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Ilpeoucnoeue

Ilpozpecc 6 obnacmu noHUMaAHUA NPUHYUNOE PYHKUUOHUPOBGAHUA MO32A 6
nocneoHue oecamuiemus Cmajl 603mMoIiceH 61az200apsa OypHOMY pPA3GUMUIO
Helponayk. Buliiosa 3a pamku ouonozuueckux OUCHUNIUH U UCROIB3YA ROC/IeOHUE
mMexHo102u4ecKue 00CMUICEHUA, INA 001ACMb Yen06e4eCKUX 3HAHUI
npooondicaem cCmpemMumenbHO pa3zeueaAmsCa U NPAKMUYECKU Kayicovlit 0eHb
npuHOCUmM 6Ce HOBblEe U HOGble OMKPLIMUA. DMO, 8 C60I0 0Uepedb, CHABUM 80RPOC
0 NO020MOBKe CREeYUAIUCHO8, KOMOpble Oy0ym padomams Ha nepeodosom pyoesice
HayKu 6 oyoyuiem.

/Jlannoe nocooue Hanucano KoJ1I1eKMUEOM A6MOP0O8 — AKMUBHBIX YUACHHUKOS
npoexma Tempus (EC) no co3oanuro mazucmepcKkoil npozpammosl no HelupoHayKam
«Om nenpona k cosnanuion ¢ Cankm-Ilemepoypzckom zocyoapcmeeHnom
yuugepcumeme. Hoeasa mazucmpamypa 6uonozo-nousennozo gpaxynomema
CIIoI'Y omkpuina ceou 0sepu 0nsa cmyoenmos ¢ cenmsaope 2006 zooa oaazooaps
CO6MECHBIM YCUTIUAM HECKOJIbKUX Kaghedp ynusepcumema npu 0eicmeeHHom
yuacmuu e6poneicKux IKCREPmoe u3 yHueepcumeno6-napmuepos u lunancoeoi
noooepicke Eeponeiickozo Coodujecmea. Imo nepeas MazucmepcKkas npozpamma
no neiponaykam. Ee ynuxanvsnocms cocmoum He mojiabKo 6 mom, Ymo oHa
oeniaem aKyeHm Ha MyJTbMUOUCUUNTIUHAPHOCHU COBPEMEHHBIX HAYK 0 M0O32¢, HO U
6 oM, Umo Imo 00HA U3 NEPELIX NONBIMOK NPUBECHIU OMeUeCEeHHOe
obpazosanue  coomeemcmeaue ¢ MeHcOYHaApPOOHBIMU CHIAHOAPMAMU 00YUeHUA.
Ilpenooasanue na npozpamme 6edemca Ha PyccKOM u HA AH2TTUIICKOM A3bIKAX, d
mMaKce UCRONb3Yem cUCEMY 3aUemHbIX eOUHUY, RPUMEHAEMbBIX 6 CIPAHAX-
yuacmunukax bonouckozo npouecca. Imo oaem 603moxcHocmb npuOOUIUMY
CHYO0eHmO06 K MUpPOGOIl HAYKe U KIAIOUUMb UX 8 e6PONnelicKoe 00pa3oeamensvHoe
npocmpancmao.

B nacmoayuit momenm é pamkax mazucmepcKoil npoZpammul CyoeHmam
npeonazarwmes 06a Mooyna cneyuanuzayuu: 1) Knemounasaneupoouonozus
(cellular neuroscience) u 2) kocnumuenbvle HellponayKku (cognitive neuroscience).
Iloamomy oanoe nocooue paz3oumo na 0ée wacmu, noceauleHHbvIE
COOMI6ENCIEEHHO MOJIEKYIAPHO-K/IEMOYHBIM ACHEKMAM HellpOHAYK U
KOZHUMUBHBIM Hanpasnenuam. B onusxcaiiuem 6yoyuiem nnanupyemcsa egedenue
mpemvezo Mooy — MOOeNUPOSaAHUe HEelPOHHBIX Rpoyeccos (computational
neuroscience). I'nasvt nocodus npeocmasnatom coooii 0630pvl, nPU3EAHHbIE
nO3HAKOMUMb Yumameneil ¢ pa3Hoodpazuem npooaem coepemMeHHbIX HellPOHAYK U
0amo npeocmagioenue 0 Wupone u3yuaemslx 60npocos.

Mput naoeemcs, umo mamepuanvt nocoous Gy0ym noye3Hvl CmyoeHmam u
acnupanmam 6 Kawecmee OONOJIHUMENbHO20 YMEHUA K TeKUUOHHBIM U
HpAKmMuyecKum Kypcam u 3HauumenbHo pAcUiupam ux HayuHolil Kpyzo3op.

H.I0. Ilasnos
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Cy1mecTBOBaHHE (YHKIMOHATIBHBIX
OeIKOB B BHJAE  MHOXKECTBEHHBIX
MOJICKYJISIPHBIX hopwm, pUYeM

BCTpEUaIOLUXCSI y OJAHOTO M TOro Ke
opraHu3zMa W Jake B OJHOM M TOH xe
KIIETKE, BHAYaje OBUIO YCTAaHOBJICHO B
OTHOIICHHH (DEPMEHTOB U JIOJITOE BpeMs
OoCTaBajJOoCh  OOHMM W3  Hauboiee
WHTPUTYIOMHUX (HEHOMEHOB OHOIIOTHH.
Jis ommcaHWS pa3HBIX MOJIEKYJISAPHBIX
(opMm OenKoB, KaTaTU3UPYIOMIUX OAHY U
Ty JXK¢ OHOXHMHYECKYIO PEaKIIHio, ObLI
BBEJICH TEPMUH «130(hepPMEHTBI»
(«isozymes») (Markert, Moller, 1959).
ITozxe crano sCcHO, 4TO pa3HOOOpa3ue
(dopM mpuCymIe HE TOJNBKO (epMeHTaM,
HO €][Ba JIU HE BCEM (PYHKIMOHAIBHBIM U
peryiaTopHeIM  OemkaM  (pelenTopam,
MOHHBIM KaHajlaM, TpPaHCIIOpTepaM U Jp.).
Kpome TOrO, OKa3amoch, YTO BCE OHH
UMEIOT OJMTOMEPHYIO CTPYKTYpY, T.€.
SIBJITFOTCS MYJTBTUMOJEKYIAPHBIMA
KOMILIEKCAaMH, COCTOSAIIMMHU W3 Habopa
MOJHUMENTHAHBIX IeNed — CyObeIUHMII,
KaKk TPaBWJIO, KOJUPYEMBIX pPa3HBIMHU
rCHaMHU. Pa3uebIit COCTaB 503051
CTCXUOMETPHUS CYOBEIMHUI] OMPEICIISIOT
pa3Hble CBOIiCTBa OJINTOMEPHOTO
KOMILIIEKCA. CrpykrypHas
TeTepPOreHHOCTh, HECOMHEHHO, BJICYET 32
co0oii u paznuune QyHKIUH, TpUIeM, Kak
OBUTO CKa3aHO, 3TH pasHele (YHKIHA

MOI'YT OCYILISCTBIISITECSI B
OJTHOM KJIETKH.

npenenax

Iocnenuue montopa — IBa OECATHUIICTUS
OTMEYEHBI CTPEMUTCIBHBIM Pa3BUTHEM
MOJICKYJIIPHO-OHOJIOTHYECKHX ~ METO/IOB
UCCIICNOBAaHMA. OTO TIPHUBENIO eme K
OJHOMY  YIMBHUTEIBHOMY  OTKPBITHIO,
IpHUIABLIEMY HOBOE H3MEpeHUE npoldieme
pa3Ho00pa3ust MOJIEKYJISIPHOM CTPYKTYPHI
O6enkoB. Oxaszanoch, YTO KaKIbIH THII
Cy6’])eZ[I/IHI/IL[bI, B CBOIO 04YE€pEAb, MOXKET
CYIIECTBOBaTh B BHJE MHOXECTBEHHBIX

MOJATUIIOB,  KaXIBIH K3  KOTOPBIX
KOIUPYETCS  OTACNBbHBIM T€HOM WM
(pexe) SIBIISICTCS MPOAYKTOM

AIBTEPHATHBHOTO CIUIAHCHHra OJHOTO H
Toro ke reHa. Iloarumbl cyObeAMHHUI
Ha3bIBAIOT H30(OpPMaMHU.

Jnst  cyObeanHHIl HEKOTOpBIX OENKOB
(Hanpumep, HUKOTHHOBOTO
XOJIMHOPELENTOpa) yKe OnucaHo Ooiee
JecsiTka TEHOB M, BO3MOXHO, B
JaJbHeWIeM OyIyT OTKPBITHL HOBBIC.
MHOTro4HCIICHHEIE COYCTaHHUS
CyOBCIMHHI] W HX THIOB OIPEACIAIOT
CTONIb JK€ pa3HOOOpasHble CBOMCTBa
OJIMTOMEPHBIX OEJKOB: HX aKTHBHOCTB,
(hyHKIMOHATBHBIE U (hapMaKOJIOTHUECKHE
npodwuiu, CIOCOOHOCTh
B3aUMOJICHICTBOBaTh  C  MOJIEKYJIaMH
okpyxeHust U T.1. Kpome Toro, pasubie
KOMITO3HLIUH OJIITOMEPOB MOTYT
OTIPENETSTh pasHooOpasue myTen
MOAYJSIIAM 3TUX OCJIIKOB CO CTOPOHBI
PETYISTOPHBIX (haKTOPOB.

Cronp cloXHasg KapTUHA MOJEKYJISIPHOU
CTPYKTYPBI OCJIKOB, BBIMOJHSIOIINX, KaK
eme HEJaBHO Ka3aJock, OITHY
OTIpeeTICHHYI0 (DYHKLHIO, CO3/aeT JUIs
uccienoBaTelell  HOBYIO — PEalbHOCTb,
KOTOpasi y)Ke MpUBelia K IePecMOTpy psiaa
TPaJULUOHHBIX MpeacTaBieHuid. Crano
OYEBUIHBIM, 41O 0e3 3HaHUS
CyOBEMHUYHOTO COCTaBa TOTO MIIM HHOTO
Oenka MPaKTUYECKH HEBO3MOXKHO IIOHATDH
MpUPOAY pa3HooOpa3ust (YHKIUN STOTO
Oenka WU OOBSCHHUTH
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JKCIIEPUMEHTAIIbHBIN (eHomeH, B
KOTOPOM  @penmonaraercs  ydacTue
0elIKoB C ompeneseHHON (yHKUMEH.

CTpeMHUTENFHO YCTapeBaIOT MPHUBHIYHBIC
METOJUYECKHE  IOAXOABI,  OCOOCHHO
(hapMakoOTHYeCKAE, OCHOBaHHBIC Ha
MPECTaBICHUU O CBOWCTBAaX OCNKOB,
omucaHHBIX B mpomwioM.  Ocoboe
3HAYEHUE 3TO HAMEET itit:
HEHpPOOMOJIOTHYECKIX HCCIeIOBaHUN B
CHJTYy BeChbMa OTPaHMYCHHOM JOCTYITHOCTH
U3y4aeMbIX CTPYKTYD.

Brrsacuenune (YHKIIMOHATBHON
CHELUaIN3alii Pa3HBIX MOJIEKYJISIPHBIX
(opM OenKoOB cTall0 OMHOW W3 CaMbIX
aKTyaJIbHbIX npodiem KIIETOYHOH
O6uonmornu. B mepcrmexTHBe HOHMMaHHE
CBSA3U MEXIY KOHKPETHON MOJEKYJISIpHOU
CTPYKTypoii u ¢yHKIueH OyneTr HMeTh

3HAYCHUE s TOYCYHOM
(hapMakoIornIecKoit KOppEKLHNHU
(byHKIHA.

B JTaHHOM 0030pe nporpecc

WCCIICIOBAaHNA B ATOH 00JAaCTH TOKAa3aH
Ha TIpUMepe CIEAYIOMHNX KIACCOB OENTKOB:
HUKOTHHOBOTO XOJIMHOPEIEenTopa
(JMraHg-ympaBiIsIeMbIid KaHa),
aleTWIXOJUHACTepas3bl  (epMeHT), a
takke Na,K-AT®a3el (TpaHCHOPTHBIHA
6eIoK). Ilepeuncnennsie Oenku
HEO0XOUMBI JUTSt oOecrieucHUs
CHHAITHYECKOU nepeiadn B
XOJIMHEPTUUECKUX CHHAICaX,
MOIJCPKAHNUS  HOHHBIX  TPaaUCHTOB,
MEMOpaHHOTO MTOTEHIMAaIa u
AJIEKTPOTeHe3a BO30YINMBIX KIETOK. Tem
CaMBIM OHH HETIOCPEACTBEHHO YYaCTBYIOT
B IpueMe, o0paboTke W mepemadye BHE- U
BHYTPHUKJIICTOUYHBIX CUTHAJIOB.

1. HUKOTHHOBBIH X0JIUHOPENENTOP
1.1. Obwue ceedenusn

Huxorunossle xomuHopenentopsl (HXP),
OTIOCpEAYIOIIHe 3¢ deKxTr
HelipoMmenuaropa anerwixonuHa (AX),
MIPUHAUIEKAT K CYNEepCeMEHCTBY JIMTaH -

YIPaBJSIEMbIX HOHOTPOITHBIX PEIEIITOPOB,
BKITIOYAOIIEMY B CeOs TaKKe PEIeTOPBI
I'AMK,, TAMKc, runuHa, cepoTOHMHA
tuna 5-HT;, a Takxke peuentopsl
riyTamMata y Oecrno3BoHOYHBIX (puc. 1).
Bcee 9TH penenTops SIBIISTEOTCS
OIIMTOMEpaMH, T.€. COCTOST W3 Habopa
CyOBCOUHHIl, KOAWPYEMBIX  pa3HBIMU
reHamu (0030per: McGehee, Role, 1995;
Paterson, Nordberg, 2000; Grutter,
Changeux, 2001).

Takue BEIIIECTBA Kak HHKOTHH,
KapOaxoJIHuH — CHHEPTUCTHI AX, SBISIFOTCS
aronrctamMu HXP. OHU B3aMMOAEUCTBYIOT
C TEM € Y3HAIOLUM LIEHTPOM, 4T0 AX,
YTO CONpPOBOXAAETCSA akTUBanuel HXP u
OTKpBIBAHMEM MOHHOTO KaHana. iMeHHo ¢
3TUM crenn(puIecKkum MECTOM
KOHKYPEHTHBIE
MIPUBOJIUT K

HXP. Tak

CBSI3BIBAIOTCS
AHTAaroHMUCTHI, qyTO
610Ky

KOHKYPEHTHOMY

Puc. 1. Obwas cxema HUKOMUHOBO2O

xonumopeyenmopa. 1 —  mecma
€6A3b16aHUA a20HUCIO8 (AX, HuKomuH,
Kapbaxonun) u aHmMazoHUCmog
KOHKYpeHmHo20 muna (d-my6boxkypapur,
0-OYH2APOMOKCUH). 2 —  mecmo
CBA3bI6AHUS AHMA2OHUCIO8

HEeKOHKYpeHmHo2o muna (npoaoudgen,
NPOKAUH, SUCTHPUOHUKOMOKCUH).
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JIEHUCTBYET 0i-OyHrapOTOKCHH U APYTHE O
TOKCHUHBI — TIOJIUTICNTHIBI U3 3MEHHOTO
13, BBICOKOCHEIU(PUYHO U HEOOpaTHMO
omoxupyromue HXP. B ormnmmume ot o-
TOKCUHOB,  Jpyrou crienuduaecKuii
KOHKYypeHTHbIIt ~ Omokarop HXP  d-
TyOOKypapuH  JA€HCTByeT  0OpaTHMO.
CoenuHeHHsT  HEKOHKYPEHTHOTO  THIIa
JNEWCTBHS ~ MOTYT  CBS3BIBAThCA  C
OTKpBITBIM ~ MOHHBIM  KaHanoM HXP
(mpoamuden, XJIOPIIPOMAa3HH,
THCTPUOHUKOTOKCHH), JIHOO C 3aKPBITHIM
HOHHBIM KaHaIOM (TeTpa3THIAMMOHUM,
MPOU3BOJIHBIC TYaHUANHA).

HukoTnHOBBIE  penenTopel  OIMPOKO
NpE/ACTaBICHBl B IEHTPAJBHON U
nepudepuyeckoil HEpBHOW cuUCTeMe, Tie
OHM WIPAOT POJIb IOCTCHHANTHYECKUX
penenTopos, OTBETCTBEHHBIX 3a
CHHAIITUYECKOE TIPOBEICHHE, a TaKXKe
MPECUHANTHYECKUX reTepo- u
ayTOPELETITOPOB, MOJYIHPYIOIIIX
3 GEKTUBHOCTh CHHANITUYCCKUX CBA3CH.

B IIHC »Tu peuentopsl y4acTBYHOT BO
MHOTHX (HU3HOIOTHYECKIX u
MOBEZICHYECKUX (PYHKIMAX (KOTHUTHUBHBIC
MIPOIIECCHI, MTAMATh M 00ydYEeHHUE, CHCTEMBI

€CTECTBEHHOTO HOJKPETIICHUS,
HEHUpOHAIbHOE  pPa3BUTHE,  MO3TOBOMU
KPOBOTOK U MeTtabomusMm). Hapymenus B
CUCTEME uXP, KakK CUMTACTCH,
OTBETCTBEHHBl ~ 3a  IATOT€He3  psja
HEBPOJIOTHYECKHUX paccTpoicTB

(bonesnelt AnpureiiMepa u IlapkuHcoHa,
HEKOTOPBIX (OPM DIWIIETIICHH), a TaKXKe
mm3odpennn. Lenrpansusie HXP urparor
BEAyIIyI0 pOIb B  (OPMHUPOBAHUH
HUKOTHHOBOH 3aBucuMmocTH (Jones et al.,
1999; Di Chiara, 2000; Paterson,
Nordberg, 2000).

1.2. Huxomunoewlii Xonaunopeyenmop
CKeNemHOU MblUtybl U INEKMPUUECKOZ0
opzana Torpedo

HuxkotuHOBBIN XOJIMHOPELENTOP
CKEJICTHOM  MBIIIIBI,  ONOCPENYIOIIUN
HEPBHO-MBILLEYHYIO Iepefady, — IEpBbII

CHUHANTUYECKUH PElenTop, KOTOPhId ObLI
BBIJICIICH, OYHIICH u OIPOOHO
HCCIIEZIOBAaH Ha MOJEKYJSIPHOM YpOBHE
(cm. Ckok u np., 1987). Ilporpecc 3tux
WCCJICJOBAaHUH B 3HAYUTENBHOW CTEIICHH
00s3aH  TaKoil  DKCIIEPUMEHTAJILHOU
MOJIETIH, KaK 3JEKTPUIECKUH OpraH cKaTa
Torpedo. IlnotHocte HXP B 23TOi
CTPYKTypEe OYCHb BBICOKA, YTO JIEJIAET
BO3MO>KHBIM ux BBIJICTICHUC B
[PeNapaTUBHBIX KOJMYECTBaX. TaK Kak

3NEKTPUYECKUI opra’ SIBIISIETCSA
SBOJIIOLIMOHHBIM ~ JIEPUBATOM  HEPBHO-
MBIIICYHOIO  COEMHEHHUS]  CKEJIETHOU
MBI, HXP Torpedo BBICOKO
TOMOJIOTHYEH  pEUEnTopy  CKEJIETHOM
MBILIIBI.

B anmexrpuueckom oprane Torpedo uXP
IpeacTaBisieT co0oif reTeponeHTaMepHBINA
KOMIUIEKC, COCTOSIIINI M3 TOMOJIOTUYHBIX,
HO (YHKIMOHATIBHO pa3lIuyuHbIX,
KOJIUPYEMBIX pasHbIMU TreHaAMH
cyobemuauy o, By wuw 8 B
CTEXHOMETPUYECKOM COOTHOUICHHH
(a)2Byo. [MonunentunHbie uenu
CyObeIMHMIl CBS3aHBl JIPYyr C JPyroMm
HEKOBAICHTHBIMH  CBSI3IMH,  00pasys
KOMIIIEKC ¢ MOJIEKYJIIpHOI Maccoil ~250
k/la B BHIE IICEBIOCUMMETPUYHON
PO3ETKH C KaHaJOM, PaclojOKEHHBIM Ha
neHtpansHOi ocu (Corringer et al., 2000;
Grutter, Changeux, 2001).

B ckenerHol MbIIIIE MIIEKONUTAKOIIUX
uXP HMEET AHAJOTMYHBIH
CyObCTUHHYHBIN COCTaB, C TOW pa3HUIICH,
YTO Y-CyOBEIMHHUIIA IKCIPECCUPYETCs
TOJBKO B OMOpPHOHAJIBHOW MbImIe. B
paHHEM MOCTHATAIBHOM OHTOTCHE3E II0J
BIIMSTHAEM HEHpoTpodudeckux (aKkTopoB
B CyOCHHANTHYECKUX S/APaX MBIIICTHOTO
BOJIOKHA MIPOUCXOTUT penpeccus
TPAHCKPHUIIIUKA TEHA Y-CyOBCTUHHIEI |
AKTUBAIHA TPAHCKPHUIIIIAN reHa
TOMOJIOTUYHOM €-CyOBeTMHUIIBI,
orcyrctByromeii 'y  Torpedo  (Sanes,
Lichtman, 1999). Orta 3aMeHa He BIHSET
Ha (opmupoBaHue U IU(DHEPESHINPOBKY
3peioro pelentopa, HO OOeCHeYHBacT
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NOJJIep)KaHHe BBICOKO OpPraHM30BaHHON
CTPYKTYpPbl ~KOHLIEBOH IUIACTUHKH, B
YAaCTHOCTH, HEOOXOJMMOW  IUIOTHOCTH
cunantuueckux HXP. Kawnan 3penoro
HXP, cogepxamiero  e-CyObeAMHUILY,
obnamaer Oojee OBICTPOH KUHETHKOW M
MpuMEepHO B 3 pasa Oomblueit Ca®'-
MPOHUIIEMOCTHIO, 4eM KaHaJ
sMOpuoHaEHOTO HXP ¢ Y-cyOheIuHAIICH.

Tak kak Bce cyOpeauHUIBI HXP
KOAHUPYIOTCSI POACTBEHHBIMU T'€HAMH, OHU
00JIaIal0T MHOTHMHU OOIIMMH YEPTaMH.
Kaxnas cyObemuHuIa, MPEACTABIISAIOMIAS
c000¥ UHTErPANbHBIA OCJIOK, YSTHIPEHKIBI
nepeceKaeT MeMOpaHy (popmupys
TpaHcMeMOpaHHbIe cerMeHTsl M1 — M4),
nMeeT BHekieTounble N- u C-KOHIIEBOI

JIOMEHEI, a TaKxKe OOIIUPHYIO
LUTOIIA3MATHIECKYFO TIETITIO,
COC/IMHSIFOLIY IO TpaHCMEMOpaHHbIC
CErMEHTHI M3 u M4,

MOCJIEI0BATENBHOCTh KOTOPOH YHUKAIbHA
JUIL KaXIOoro Ttuna cyOobeauHun (puc.
2A).

JlaBHO M3BECTHO, YTO ISl aKTUBAIIUU HXP
TpeOyercs [10CJIEIOBATEIBHOE
CBsI3BIBaHHE ABYX Molekyn AX, T.e. Ha

penenTope HMEIOTCS IiBa MecTa
cs3pBanng  AX. Mapkepom  Mect
cBs3pIBaHMs AX  SBISIOTCI  COCEIHHE
LUCTEHHOBEIE ocTaTkun 192 u 193 B

COCTaBe BHEKJIETOYHOTO0 N-KOHIIEBOTO
JOMEHa KaXIOH W3 ABYX O-CyObeIUHUI
(puc. 2A). Panee cumranoce, 4To 3TOT
Y4aCTOK ¥ €CTh COOCTBEHHO MECTO
CBs3bIBAaHMA. B Hacrosimiee — Bpems
W3BECTHO, YTO B (DOPMHPOBAHUU MeECT
CBSI3BIBaHMS M CTAOWIIM3ALUH CBS3aHHBIX
JWTaHIOB y4YacTBYIOT HE TOJBKO O.-

CyOBCIMHHLIBL: MecCTo CBSI3BIBAHHS
HaxomuTcs Mexay (B wuHTepdeiice)
COOTBETCTBYIOLINMHU JIOKyCaMH o-

CyOBEIMHHIIBI M COCEIHEH CyOBeIMHUIIBI
npyroro tuna (puc. 2b). B peuentope
Torpedo W CKENETHOW MBIMIBI MeCTa
cBsi3piBaHMA ~ AX ~ pacroloXKeHsl B
JOKycaX, o0pa3yeMbIx mapamMu od H
ay(e). bnaromapsi mpuUCyTCTBHIO, TIOMHMO

o-cyObeMHUII, JIBYX Ppa3HbIX
CyObenMHMI] [pyroro TWIIA, 3TH JBa
JIOKyca OJHOTO pelentopa 00JanaroT
pa3HbIMU XapaKTEPUCTHUKAMHU CBS3bIBAHUS
arOHMCTOB U aHTarOHKUCTOB.

Ietnn AMHHOKHCJIOTHBIX
MIOCJIEIOBATENIFHOCTEH  0-CyOBEANHHIIBL,
ydacTByOUe B (OPMHUPOBAHUH MECTa
CBSI3BIBAHMA, 0OPa3ylOT TaK Ha3bIBAGMBbIH

IJIaBHBIN KOMITIOHEHT, a METIIN
MOCIeI0BaTEIbHOCTEH coceqHen
Cy6’be}Z[I/IHI/IHbI — )Z[OHOJ'IHPITGJ'H)HBIFI
KOMIIOHEHT MecTa  CBs3pIBaHug. K
HACTOSIILIEMY BpEMEHU METOIaMH
a(pUHHOTO MCUCHHS W HAIPABJICHHOTO
MyTareHesa YCTaHOBIICH
aMHHOKHUCIOTHBII COCTaB ITHX

komnoHeHTOB (Galzi, Changeux, 2000;
Corringer et al., 2000). Oka3anocs, 94TO B
cocTaBe 0-CyOBEAWHUIIBI BCE 3TH OCTATKH
spisitoTcest apomatudeckumu (Tyr u Trp).
[Ipenmonaraercs, 4TO  cTaOWIM3aNUA
aroHucTa obecreynBaeTcst
B3aUMOJCHCTBUEM €T0 KAaTUOHHOM YacTH C
T-3JICKTPOHAMH apOMATHYECKOTO KOJIbIIA,
a TaKKe ANEKTPOCTATHICCKIUMU
B3aMMOJICHCTBUSAMU C OTPHUIIATCIBHBIMHU
3apsaMu, TPHUCYTCTBYIOIUME BOIH3H
Mecta cBs3bBaHus (Song, Pedersen,
2000). Lentp CBSI3BIBAHUS AX
SBOJIIOIIMOHHO SIBJIICTCS caMBIM
KOHCEPBaTHBHBIM Y9aCTKOM BCeit
MoJIeKyIsipHOM cTpykTypsl (Le Novere et
al., 2002).

CBs3pIBaHNe AX TIPUBOJUT K
KOH(POPMAIMOHHBIM  M3MCHCHHUSIM, B
pe3ynbTare KOTOPBIX OTKPBIBACTCS
HECEIICKTUBHBIN KaTHOHHBII KaHaJ,
nponyckatomuii nonst Na” u K u B ouens
reGonpmoii crenern Ca’™ (Pey/Pra ~ 0,2)
(cm. McGehee, Role, 1995). Kanan
dhopmupyercs TpaHCMEMOpaHHBIMU
cerMeHTaMu M2 Bcex TSTH CYObeMHHUII.

PacummppoBka TpexXMepHOHl CTPYKTYpbI
HXP mokazama, YTO MeECTO CBS3BIBAHUS
AX u UWOHHBIH KaHan (HOPMUPYIOTCS
Pa3HBIMH JIOMEHAMH, HaXOIMIMMHCS Ha

10 |




N.N. Kpusoii

PA3HOOBPA3HUE OJIMT' OMEPHBIX BEJIKOB T.M. Ipabkuna

A

NH,

OomeH
cBA3biBaHUA AX

COOH

Liutonnasma

b

HXP ckenetHon
MbILLbI

o 18 a2B22a4B2

v ol

HelpoHankHele HXP

3 Bz [}.7

p4 a?
p2| a2 p2| a4 p2| a3 4| a3 a’

| (UERHEE (SVECEE (SR (R

S A
—

t

o) a
v
s

Puc. 2. Huxomurosvle xonunopeyenmopvl. A — MemMOpanuas monoaocus o-
cybvedunuywvt HXP. B — cxema cmpoenusi HeKOmopbiX Muno8 HUKOMUHOBbIX
XOMUHOPEYEenmopos  (6epxuutl  psid) U cxeMa PACRONONCEHU. MeCH
ceasviganus AX (HudxcHuil pao, memHwle KPYH#CKU).

2 2 o

3HAYUTEIBHOM PACCTOSAHUM APYT OT Apyra 1.3. Paznooobpasue HUKOMUHOGbIX
2 - 4 =Mm). CrnenoBarenbHO, X0uHOpeyenmopos

B3aUMOJICUCTBHE MEXIY 3TUMU

JIOMEHAMH, obecreunBaroniee CyulecTBoBaHHE pa3HbIX TUNOB HXP,
OTKpBIBaHHE KaHaJIa IIOCJIC CBI3BIBAaHMSA PasIMYAIOIKMXCA  TI0  OMOXMMHYECKUM,
aroHuCTa, SBIIICTCS HEOPSAMBIM, HIIM (apmakonornyeckum u
ammoctepudeckuM (Changeux, Edelstein, (uzronornyeckum XapaKTEPUCTHKAM,
2001). M3BECTHO JaBHO. Ha ocHoBaHuM 3THX

TPAIUIMOHHBIX ITOAXOJOB JIOJITOE BpeMs
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OblI0 TIpUHATO paznensTh HXP Ha 1Ba
TJIaBHBIX THUMA: MBIIIIEYHBIC "
HEHPOHAJIbHEIE.

IlepBbie naHHble O HeWpoOHANBHBIX HXP
ObUTM  TOJNydYeHBI B OMbBITaX  Ha
cUMIaTH4eckux ranrmusax (cM. CKOK
Ip., 1987). Yixe paHHHE
(hapmaxonormueckre HCCIIEJOBaHUS
rairnuoHapuelx  HXP  nokasanu  ux
(dhapmakosiornyeckue u OHO(GU3NICCKUC
OTJIMYUS OT PEIENTOPOB  CKEJETHBIX
mbiii. OJHO W3 TJaBHBIX  Pa3IUUMid
COCTOUT B TOM, 4YTO TaHITIHOHAapHBIE
penenTopsl HE UYYBCTBUTENBHBI K O-
OyHrapoTOKCHHY —  TOJHICIITHIHOMY
HEWPOTOKCUHY M3 sia 3Meill cemeiicTBa
acuoBeIX (pox Bungarus), KOTOPBIHA
SIBIISIETCSI KIIaCCHUYECKUM
BbICOKOAa(pPUHHBIM GoxaTopom
meimiegHoro HXP (Ky B HanomossipHOM
JMana3oHe).

Uro kacaercs IHHC, To 3mech kapTunHa
JIOJITOE  BpeMsl  OcTaBajach HESCHOM.
IIpsimoe uccnenoBanne HXP U cuUHANCOB,
B KOTOPBIX Tepeava OIMOCPEAYeTCS dTHM
THUTIOM PEIENTOPOB, OBUIO 3aTPYAHEHO B
CHITy MaJIOW TOCTYITHOCTH 3THX CTPYKTYP.
Ilo anamorum c raHrauoHapHeiMu HXP

HEJyBCTBUTEIBEHOCTD K o-
OyHrapoTOKCHHY KaKoe-TO BpeMs
CUUTAACh XapaKTepUCTHYECKUM

IIPU3HAKOM BceX HeilpoHanbHbIX HXP.
Opnako wuccnenoBanus dS(P¢GEeKToB O-
O6ynrapotokcuna B [IHC, npoBoauBmnecs

B 1970-e u mauvame 1980-x romos,
MoKazaad, 4YTO M B  [penenax
HEHPOHAIBHBIX uXP CYLIECTBYET
HeomHOpPOoOHOCTh. C  ONHOW CTOpOHEI,
OHMOXMMHUYECKUMH,

ayropaauorpaduaecKuMu u
panuoIUraHIHBIMU METOIaMHU B

ompeneneHHplx obmactsax I[HC Opum
oOHapykeHBl MecTa BBICOKOA()(HUHHOTO
CBSI3BIBAHHSA 0.-OyHTapOTOKCHHA. C
IOpYroil  CTOPOHBL,  (DU3HOJIOTHYECKUE
UCCIICIOBAHUS HE HOATBEPK AN
COOTBCTCTBUA O9THX JIOKYCOB
CHHANTH4eCcKMM HXP: 3a OYeHb peIKUMHU

UCKIIIOYEHUSMH HHM 4yBCTBUTENbHAas K
HUKOTHHY CHHANTHYecKas Iepeaada, HU
BbI3BaHHBIE HUKOTMHOM HEHpOHAIIbHbIC
TOKHU HE OJIOKUPOBATTUCH o-
OyHrapoTOKCHHOM, M Hao0OpOT, B psie
obnacreii ITHC, rne oOHapyxeHbI MecTa
CBSI3BIBAHHS O-OyHTapOTOKCHHA, BOOOIIE
OTCYTCTBOBAJIH CHUHAITHYECKHUC
KOHTakThl. (0030per: Ckok ® ap., 1987;
McGehee, Role, 1995). Takum oGpazom,
npuposa U (GYHKIMS MECT CBS3BIBAHUS OL-
oynraporokcuHa B L[HC monroe Bpems
OCTaBaJIMCh 3arafouyHsIMu. Kpome ToOTO,
HETIOHATHO OBUIO, KaK COTJIACOBHIBAJINCH
MHOTOYHUCIICHHBIE MIOBEACHYECKHE
3¢¢peKTHl HUKOTHHA C OTHOCHUTEIBHO
MaJIbIM YHUCJIOM IIEHTPAJIbHBIX CHHAIICOB,
B KOTOPBIX Iiepeaya onocpenyercst HXP.

Kaprura Bo MHOrom
Gmaronaps Pa3BUTHIO METOJIOB
MoOJeKyTsipHO# ~ Omomorun.  Cepenuna
1980-x romoB, Korma ObDIa MOJy4YeHA
nepBas KJIOHAJIbHAS JHK o-
cyOpenuHMIBI  HelpoHampHOTO  HXP,
CUMTaeTCs HayaloM HOBOH 3pbl B
HCCIIEJOBaHUU CHHANTHYIECKUX
peuentopoB  BoobOmie. B mpenmenax
Kaxaoro kiacca cyobeaunun HXP Obu1o
oOHapyxeHO Oomblioe  pa3HOOOpasme
BapuaHToOB  (KOAMPYEMBIX  pa3HBIMHU
TeHaMH), COYETaHHS KOTOPBIX MOTYT
JlaBaTh Topasfo Oouiblliee pazHOOOpasme
moaTurmoB HXP, dWeM OBUIO TPHUHATO
CUNTATB.

IpOACHUIIACh

B nenmom (¢ yueTom perientopa CKeneTHON
MBIIIIBI) K  HACTOALIEMY  BpPEMEHHU
WACHTU(OHUINPOBaHEl ¥ KJIOHUPOBAHBI
T'€HBI 17-tn CyOBETUHHUIT HXP
IIO3BOHOYHBbIX. OTKpI)ITI)Ie TNEPBBIMU O- U
B-cyOonenuuunbl HXP CKEICTHOW MBIIIIIBI
obo3Hauatorcss ol w PBl. B HepBHOU
CHCTEME OKCIPECCUPYIOTCSl JAEBATH O
cyobenuann (02 — ol0) u TpH P-
cyopemuannel (B2 — [B4). Ilpm stom
TOBKO o- (HO He [-) CyOBETUHHIIBI
HUMEIOT BBICOKYIO CTEleHb TOMOJOTHH C
COOTBEeTCTBYIOIIEH cyObenununed HXP
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ckeneTHoM — Mblmbl.  HelipoHanbHble
agaoru  y-, O0- W &-CcyObenuHHUI He
oOHapysxeHBl. IlpuMepbl pa3HBIX THUIIOB
uXP nmokazanel Ha puc. 2b.

Ha Oonee paHHHX 3Tamax MCCIECAOBAHUH B
ONBITaX  C  DJKCIpecCHed  pa3HbIX
CyObequHHIl HEHpOoHaNbHBEIX HXP B
oonuTax Xenopus OBIIO IIOKa3aHO, 4YTO
s GOPMHUPOBAHUS  (PYHKIIHOHAIEHOTO
penenTtopa HEOOXOJUMO COYETaHHE O- H
B-cyopenmuann. [Ipm sTOM 00pasyrorcs
reTeponeHTaMepHbIe KOMIIIEKCHI,
KOTOpBIE COJEP)KaT, KaK U B CKEJICTHOM
MBIIIIE, 1O JBE  O-CyOBEAMHHIIBL,
dbopMmupyromue MecTa CBs3biBaHusA AX
BMECTE C COCETHHMHU [3-CyObeAMHUIIAMH,
T.e. 00pa3yloT KoMiuiekc (o)(B)s;. Otm
peLenTopsl  HEUYBCTBHTCIBHBI K  O.-
OyHrapoTOKCHHY, YTO  COOTBETCTBYET
pPaHHUM IIPEACTaBICHUSAM O CBOMCTBax
HelipoHanpHbIX  HXP  (cM.  0030p
McGehee, Role, 1995).

Opnnako mocne oOHapyxeHHs a7-, a8- u
09-cyOBbEIMHUI  OKa3aJloch, 4YTO OTH
CyObETMHHAIIBI 00pasyroT
TOMOIICHTAMEPHbIE ~ KOMIUICKCHL,  T.C.
KOMIUIEKCHI, ~ COCTOSIME  TOJBKO M3
WACHTHUYHBIX CyOBbeOUHHIl (HampuMmep,
a7), hopMHPYIOIINX MEXIY c000i 5 MecT
cBs3piBannsa AX (puc. 2B).

OTKpBITHE 3THUX PEIENTOPOB IpHoOpeno
ocoboe 3HAYCHHE, Koraa OBLIO
YCTaHOBIICHO, YTO OHH, B OTJIHYHUEC OT
TeTepPOINICHTaMEPHBIX, BBICOKO
YYBCTBUTEIBHBI K 0-OyHTapoTokcuny (Ky
B guama3oHe emumHWI HM). Taxum
o0pa3oM, OblTa packppITa 3arajgka MecT
cBs3bIBaHMA o-OyHraporokcmaa B I[HC.
CeronHs W3BECTHO, YTO PELENTOPHl O.7
Ype3BBIYAHHO MIMPOKO MPEACTABICHHI B
HEHTPATEHON " nepudepudecKon
HEepBHOH cucteme. OHM MMEIOT KaK IMOCT-,
TaKk ¥ MPECHHANTHICCKYIO JIOKAJTN3AIHIO,
T.. OOHOM M3 WX (YHKUMWH sBJIsIETCS
MOJAYJISIIIASL  OCBOOOXKIIEHUSI MEINAaTOPOB
(McGehee, Role, 1995; Wonnacott, 1997;

Vizi, Lendvai, 1999). U3 apyrux Tumnos
romoonuroMepHsix HXP pementop o8
noka oOHapyxeH Toipko B I[HC
meruieHka, 09 u ol0 — B HEKOTOPBIX
cnenuduIeckux o0macTsx MHC
mutekonuratommx (Cordero-Erausquin et
al., 2000). Penenitopsl 0.7 MMEIOTCS U B
HEpBHOW  cHcTeMe  OECIO3BOHOYHBIX
(MOJLTIOCKH, HACEKOMBIE).

I'omoonmuromepusle ©HXP THma a7,
MOMUMO WX YYBCTBUTEIBHOCTH K Ol-
OYHTapOTOKCHHY, O0OJIamaloT W PAIOM
IPYTAX, B CBOEM pOJE VHHUKAIBHBIX
CBOMCTB, OTIHYAIOMHMX HX OT IPOYUX
Heiiponanpabix HXP. Tak, oHm Oonee
YyBCTBUTEIBHBI K HUKOTHHY, 4eM K AX, 1
UMEIT  Oojiee  BBICOKYIO  CKOPOCTb
necercutuzauuu. Ho, moxanyii, rinaBHoe
OTJIMYME COCTOMT B OYEHb BBICOKOU
MPOHULIAEMOCTH JTHUX PEUENTOPOB MJis
Ca™": Pca/Pna ~ 10 — 20. DTOT nokasarein
BEIIIIE, YEM Yy TJIYTaMAaTHBIX PEHENTOPOB
NMDA-tuna (Pca/Pna ~ 7), KOTOpBIC

n
pamee  cumtaimch  campimp  Ca’'-
MIPOHUIIAEMBIMHU CHHANTUYECKUMHU
peuentopamu. Ilo-BuauMomy, TiaBHas

¢ynkmust o7-HXP  COCTOMT HMEHHO B
(opmupoBanun BHyTpHKIeTouHOro Ca’'-
curHana. B HacTosmiee BpeMs perenTopsl
o7 paccMaTpWBaOTCA KaKk OIWH U3
[JIABHBIX PETYJIATOPOB BHYTPUKICTOYHOIO
Ca®" B nepBoii cucreme (McGehee, Role,
1995). Cyass mo WMEIIIUMCS JTaHHBIM,
Ca*-orBer ma axTuBammio  o7-HXP
dopMupyercss B pe3yilpTate Kackajaa
peakIiuii W WMEeT KaK MUHHMYM JIBa
xomroHenTta. Bxox Ca’" B KJIETKY 4epe3
KaHaJ perenTopa cocTaBisieT b ~10%
o0rrero TTOBBIIIICHUS UTO30JIEHON
KOHIICHTPAI[UHI Ca*". Dror TIePBUYHBIN
Ca’’-cUrHa BBI3bIBACT JOTOIHUTEIBHBII
poct KoHueHTtpauuu Ca’’, jelcTBys Ha
Jpyrue  cucTeMbl  perymsuud  Ca’l,
KOTOpBIE, TMO-BHIUMOMY, B  Pa3HbIX
KJIeTKax (WIM B Pa3HBIX CyOKIIETOUHBIX
KOMIIAPTMEHTaX) MOTYT OBITh Pa3HBIMH.
Takumu ~ cucTeMaMH  MOTYT  OBITh
BHyTpHKIeTounsie  Ca’’-7ermo  pasHoro
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tuna  (YIOpaBisieMble  PHAHOIUHOBBIM
penenTopoM win perentopoM IP;3) w/mim
NOTCHIIMAJI03aBUCHUMBIC Ca2+-1<aHam>1
TJ1a3MaTHYECKOM MeMOpaHHI,
OTKPBIBAOIIHUECS B OTBET Ha
JIETIONAPU3aLNI0, BO3HUKAOIIYIO  IIPU

axtuBarmu o7-HXP (Tanaki et al., 2000;
Sharma, Vijayaraghavan, 2001).
ITocnenoBatenpbHOE BOBIICYCHHE PAa3HBIX
Ca’’ -HCTOYHHKOB ~ MOXET OBITh  TeM
MeXaHU3MOM,  Ojaromaps  KOTOPOMY
aktuBauua  o/-uXP, HecMOTps  Ha
OBICTpYIO JIECCHCHUTH3AIUIO 3TOrO
penenTopa, BBI3BIBACT OJITOBPEMEHHEIH,
3HAYUTENbHBIN 10 BemanHe Ca’ -curHai.

B HHC a7-uXP, MO-BUJIUMOMY,
OTIOCPEYIOT MHOTHE (DU3HOJIIOTHYECKHE U
noBezieHuYeckre dS(QGEeKTbl HUKOTHHA, a
TaK)Ke y4acTBYIOT B IIaTOreHE3¢ OOJIC3HU
Anprreiivepa u mu3zodpernn (Jones et
al., 1999; Paterson, Nordberg, 2000).
Cuwmraercst, uro a7-HXP (moct- w
MIPECHHANTHYECKHE)  XOJMHEPTHYECKUX
BXO/IOB, CBSI3aHHBIX C ME30KOPTHUKO-
TUMOMYECKAMH  TO(PaMHUHEPTHYECKIMH
MyTSMHU (COCTaBJISIOIINMH YacTh CHCTEMBI
€CTECTBEHHOTO MOAKPEIUICHUS), HIPAIOT

KorHuTuBHbIE npouecchl

Kopa - a3, a4, a7, 2, B4

Mnnokamn - a3, a4, a5, o7, B2, B3, p4
BoamoxHas ponk 8 namoaeHese
BonesHu Ansuzelimepa |

BEAyLIYI0 poib B  (OPMUPOBAHHU
HUKOTHHOBOH 3aBucuMmoctd (Jones et al.,
1999). [Ipennonaraercs, YTO
BO3HMKAIOIIMI NpU  aKTHBALUH JTUX
pemenrropo  Ca’'-curman  3amyckaer
Kackas peakiuid, OTIPEEIISIOIINX
JIONITOBPEMEHHEIC 3¢ deKTHI npu
XPOHHYECKOM BO3JCUCTBUM HHUKOTHHA
(Tanaki et al., 2000). Ha puc. 3 moxa3ana
JIOKaJM3aus pa3HeIX cyopeauaui] HXP B
MO3ré W HUX BO3MOXHAs CBS3b C
(DM3HOTIOTUYECKUMH, TTOBEACHYECKUMH |
MaTOJIOTMYECKUMH MPOLIECCAMH.

JlaHHbIEe TOCIEOHMX JIeT YKa3blBalOT Ha
TO, 4T0 o7-HXP MOryT UrpaTte BaKHYIO
poIb B HEHPO-TIINaTbHBIX
B3aUMO/ICHCTBUSIX. Cormacao
COBPEMECHHBIM IIPEICTABICHUAM, MEXIY
HEWpOHAMHU ¥ TIIMAIBHBIMU KIETKaMH (B
YaCTHOCTH, AacTPOLUTAMH) CYIIECTBYET
JIBYCTOPOHHSIS CUTHATIM3ALHSL.
AcTponMTEl HecyT Ha cebe pelenTopsl K
TakUM HeWpomenuaTopaM, Kak IIyTamart,
I'AMK, raunuH, AT® (0THOCHTEIBHO
AX cBeneHUl 10 NOCIEAHETO BPEMEHU HE
Obuto). brnaromaps 3TOMy acTpPOIMTHI
OTBEUAIOT Ha HEHPOHAIBHYIO aKTHUBHOCTb

CeHCOpHbLIA NPUTOK

Mnnokamn - a7,

Heghuyum cerHcoprozo npumoka
uzpaem pone @ NamozeHese
wuzohpeHuu

PasButue
CnyxoBas kopa - o.7
— / 3puTenLHan Kopa - He o.7

Cucrema ecTeCTBEHHOIO nogkpenneHua
Me3sokopTuko-numbBuyeckue

AochamuHoBbLIe NyTH - a2, a3, a4, ab, ab, a7, B2, B3, p4
BosmoxHan ponb e ghopMmuposaHuu
HUKOmMuUHoeoU 3agucumocmu

Bonb
Bonblioe agpo wea - o4

Puc. 3. Jlokanuzayua cybveounuy HXP 6 Mo32e Kpbicbl U 803MONCHAS POIlb
HXP, codeposcawyux smu cyOoveouHuysl, 8 Qu3UoI02UYecKUx, n08edeH ecKuUx
U namoo2uieckux npoyeccax y uenosexa (no: Jones et al., 1999).
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(compoBoXAalOIIyloCs  OCBOOOXKICHUEM
COOTBETCTBYHOIINX MeINaTOPOB)
OCHMWJIISAIUSMA BHYTPHUKJIETOUHON
konnentpauun Ca’" (Ca’-Bommamu). C
JIpyroi CTOPOHBI, MOBBIILIEHHE
LUUTO30JbHOM  KOHIEHTpALUU Ca®" B
ACTPOLIUTAX THIMIOKAMIIA MPHUBOAUT K
OCBOOOXKIICHHIO W3 HHX TIJyTamara,
KOTOPBIH MOJIYIUPYET AKTUBHOCTH
cocelHUX HelpoHoB. HenaBHO mokaszaHo,
YTO AaCTPOLUTHl THIIOKAMIIA  KPBICHI
JKcmpeccupyoT ao7-HXP B kineTodHOU
KyJIbType W, BEPOSITHO, B E€CTECTBCHHBIX
yemousix  (Sharma,  Vijayaraghavan,
2001). AxTUBaLUSA 3TUX PELEHNTOPOB MPU
nerictBud AX BBI3BIBAET B acTPOIUTaX
Ca*'-curuan,

napaMeTpel  KOTOPOTo
TaKkoBbl,  4YTO  MOTyT  oOecrneduTh
ynomsHyroe  Beime  Ca’'-3aBHcHMOE

OCB060)K,I[6HI/IC riIyTamMarta, BJIUAIOMICC Ha
HeﬁpOHaﬂBHyIO aKTUBHOCTb. DTH JaHHBIC
MOKa3bIBarOT, 4YTO IIHPOKO O6CY)K,I[3€MaFI

MpeCHHANTHIeCKast MOTYJISIIHS
0CBOOOKIECHUS HelipoMeaaTopos,
ocymectisieMas HXP, B  Kakux-TO
CiIyJasix MOJXKET OTIOCPEIOBAThCS
CeKpeluel TiayTamMara M3 acTPOIUTOB.
Takum  oOpazoM, TMyTH  peryysluu

cuHantudeckoit addextuBHocTr B LIHC,
B KOTOPBIX Y4acTBYIOT HXP, MOryT OBITH
ropasmo Oonee pa3sHOOOPA3HBIMH, YeM
MIPUHATO CUUTATb.

l'oBops o ponu HXP B Helpo-TInanbHbIX
B3aUMOJICHCTBUAX, HENb3sd HE YHOMSHYTh
COBEpIICHHO HOBBIH ()EHOMEH, HEelIaBHO
OOHAapy)XEHHBII B HEPBHOW CHCTEMe
YIAUTKA Limnaea stagnalis i
pacKkpbIBalOIUIl paHee HE H3BECTHBIN
mexanu3M HXP-3aBucUMON MOAYJSILIMU

HeWpOHaJIbHOU AKTHUBHOCTH. brin
WAECHTH(UINPOBAH SHJIOTCHHBIH,
MPOAYLUHUPYEMBI  OKOJOCHHANTHYECKON

TJIMANBHOW KJIETKOH pacTBOpPUMBIA AX-
CBSI3BIBAIOIINI OETIOK, KOTOPBIN SBISAETCS
MIOJTHBIM aHaJIOTOM BHEKJIETOYHOT'O
JINTAaHI-CBsA3bIBaOIIEro aoMeHa HXP, HO
HE MMeeT TpaHCMEeMOpaHHBIX JOMEHOB,
(opmupyromux HOHHBIM KaHan (Smit et
al., 2001). Drtor Oenok mpeacraBiseT

coboii rOMOIIEHTaMep, BBICOKO
TOMOJIOIMYHBIN COOTBETCTBYIOILLIEMY
JoMeHy  o7-HXP  NO3BOHOYHBIX U

UMeoni ONn3Kkuil (hapMaKoIOTHUeCcKui

npoduinb. AX, OCBOOOXIAIOMIMICS U3
MIPECHHANTHYECKOTO HelipoHa u
nedctByrommii  Ha HXP  riManpHOM

KJICTKH, BBI3BIBACT CEKPEIIHIO ATOTO Oelika
B CHHaNTHYECCKYI0 IIeNb, TIOC OH
CBSI3BIBAET M30BITOYHEIN AX, TEM caMbIM
MONABIAA  CHHANTHUECKYIO  Iepenady.
CymecTByeT M MOJOOHBIA MEXaHU3M Y
MMO3BOHOYHBIX, HEU3BECTHO.

bnaropaps ucciieoBaHusIM, COYETAFOIIIM
MOJIEKYJISIPHO-OMOIOTHUECKHE u
3NMEeKTPO(PU3NOTOTHIECKHE METOJIB,
OTMEUAETCsl pacTyllee YUCIO AAHHBIX O
ropaszuo OopIeM pasHooOpazuu
MOJIEKYJIIPHOTO CTPOEHHS HEHPOHAIBHBIX
HXP, yemM cuuTanoch eue CpaBHUTENBHO
HelaBHO. B wacTHocTH, 3TO KacaeTcs
rerepooiauromepHeix HXP, xotopsle, Io-
BUIUMOMY, MOTYT UMETh 00Jiee CI0XKHYIO
KOMITO3MIIUIO, YEM COYETaHHE OIHOTO
TUA O-CYOBEIUHHUIIBI C OJHUM THUIIOM [3-
cyObenuHMIBL. VIMEHHO Takue codeTaHMs
NPOM3BOMIIA B PAaHHUX OMNBITaX IO
JKCIIPECCUU uXP, oJIy4ast TaKk
Ha3bIBa€Mbl€ peLEnTOphl - "myIuieKchl'",
COCTaBJICHHBIE M3 JABYX OJWHAKOBBIX
nzodpopM  o-CyObemMHHMIBI W TpeX
OJIMHAKOBBIX M30(OpM [B-CyObeaNHHIIBL,
Harpumep, (a.2),(B3); (yuuTsiBas, 4yTo Bce
HXP SABIAIOTCA MEHTaMepaMH, UX COCTaB
O0OBIYHO M300paXKalOT, HE BOCIIPOM3BOAS
noiHoi (opmynsl: 02B3). IIpu stom B
3aBUCHMOCTH OT KOMOHMHAIIMM THIIOB
CyOBbeIMHHIT 9KCTIPECCHPYEMBIE
penenTops UMETH pa3nuuHbIe
O6moduznueckue (mpoBoaMMOCTH u
KAHETUKa OTKpPBIBaHHWS  KaHaJOB) W
(apmakonoruueckue  (apduHHOCTE K
arOHMCTaM W aHTaroHUcCTam) MpOoQHIH
(McGehee, Role, 1995). Hekortopsie u3

3THX apaMeTpoB COOTBETCTBYIOT
xapakrepuctukaM HaTuBHbIX HXP. Tak,
peuentopsl coctaBa a4f2  mHpoKo

pactpoctpanensl B IITHC, a a3f4 — B
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nepudepuyeckoii  HEPBHOW  cUCTEMeE.
OpHako BO  MHOTHX ClIydasx He
yIlaBanoch HOJIyYUTh XOPOILIETOo
COOTBETCTBHS XapaKTEePUCTUK

OKCIIPECCUPOBAHHBIX W HATUBHBIX HXP.
BosmoxxuEIe IMPUYUHBI MOTYyT
3aKIIIOYaThCS B HECIIOCOOHOCTH OOIIMTOB

K cOOpke TpaBHILHOW KOMITO3UINH
HATHBHBIX PEUENTOPOB MIICKOMUTAFOIINX
b0 B pa3NMUMAX ~ MEXaHHU3MOB
MOCTTPAHCIIAIOHHON MOTUDHUKAIIAN
PEmenTopoB.

Hpyroe  oObscHeHHME  CleAyeT W3
HOBEHIIMX JaHHBIX, KOTOpbIE JaroT

OCHOBAHHS IOJIAraTh, YTO TICHTAMEpPHBIC
MOJIEKyITbI HXP MOTYT CyIIeCTBOBaTh HE
TOTBKO B BHIE «IYIUICKCOB», HO W
(TPUILICKCOB» WM Jaxe eme Oonee
CIIOXKHBIX coueTaHui cyOpenuHmm. Tak,
MpEAIoJaraeTcs, YTo €CTh HaTUBHbIE HXP
¢ xommozummsivmu - a3oS5B4,  a3p2pB4,
a6PB3B2a4, a3p2B4aS5 u mp. BozmoxxHbI
M Takue KOMOWHALMKM, IPH KOTOPBIX
pemenTop COCTOUT W3 TpeX O- U ABYX [3-

cyopenuunl, Hampumep, o4dabaS(B2),
(cm. o630per: Cordero-Erausquin et al.,
2000;  Paterson, Nordberg, 2000;

Changeux, Edelstein, 2001; [Ipabkuna,
Kpusoii, 2004). bonee Ttoro, cyns mo
HEKOTOPHIM JaHHBIM, CyObeauHHIlAa o7
MOJKET COYETaThCS c JpYTHMHU
CcyObeIMHHMIIAMH, T.€. TPHCYTCTBOBATH B
reTEepOOJIMTOMEPHBIX ~ KOMIUIEKcax. B
9KCIPECCHOHHBIX cucTeMax TaKue
KOMIIJIEKCEI OnokupyroTcs o-
OynrapotokcmHoM. Ecmm  momoOHBIC
CTPYKTYPBI MPUCYIIN HaTUBHBIM
penenTopaM, 3TO CTaBUT MOJA COMHEHHE
MpPEACTABICHHE O TOM, YTO B HEPBHOU
CHCTEME  YyBCTBHTENBHOCTH K  O-
OyHrapOTOKCHHY OIIPEAEIIeTCS TOJIBKO
romoouroMepabiMa HXP. Y Haobopor, B
HEKOTOpBIX obOmacTsax wmo3ra HXP ¢
[IpearnoaracMon CTPYKTYypOH
ada6a5(B2),, T.e. He comepkaiue o7-
CyObeIMHHLIBI, OJOKUPYIOTCS
creuuUYecKuM  aHTaroHHUCTOM  DTOH
CyOBeIMHHIBI METWIIMKAaKOHUTHHOM B

OueHb HM3KUX KOHIEHTparusax (~1 HM).
Jpyroii npumep TOro ke poja:
HEKOTOpbIE THIIBI HEUpOHaIBbHBIX HXP,
JKCIIPECCUPYEMBIE B TI€TE€POJIOTUYECKUX

KJICTKaX, OJIOKHPYIOTCS aTPONHHOM —
KJIACCUYECKUM AHTarOHUCTOM
MYCKapUHOBBIX XOJIMHOPEIETITOPOB (CM.
0030per:  Changeux, Edelstein, 2001;
Hpabxuna, Kpusoi, 2004). Bce »tm
JTaHHBIC, ITOMUMO CBOETO
(hyHIaMEHTATBHOTO 3HAYCHHUS,
MTOKA3BIBAIOT OTpaHUYCHHOCTD
MIPUMCHCHUS MPOCTHIX

(hapMaKoIOrHUECKUX TECTOB NP aHAIM3e
MPUPOJIBI TE€X WM WHBIX PEENTOPOB (KaK
U BOOOIIE (QYHKIMOHAIBHBIX OEJIKOB).
Crnenyer 3amMeTHTh, 4YTO 32 HEOOJBIINM
HCKITIOYEHHEM, TOYHBIN COCTaB
cyObenuHMIl  OOJBIIMHCTBA  HATHBHBIX
HEHpOHaIbHBIX HXP HEU3BECTEH.

Uro KacaeTcs HEPBHO-MBIIIIEYHOTO
amnmapara, TO N0 TOCJIETHETO BpPEMEHHU
CUUTANIOCh, UTO HXP MpecTaBieHbl 3/1eCh
€MHCTBCHHBIM — «MBIIICUHBIMY» THUIIOM.
OnHako HENABHO TMOJNYYEHBl JIaHHBIE,
CBUJCTENBCTBYIONUE O HAIWNYUH B
muagparMeé W HEKOTOPBIX — JPYTUX
CKEJISTHBIX  MbIMmax  Mbeimmu  HXP
HEHPOHAIBHOTO THUIIA,
UACHTU(PHUIIPOBAHHOTO KaK O7-pelenTop
(umm  pemenmTop, comepkamui  o7-
CyOBEeIMHHMILY) C HEU3BECTHOHN (pyHKIMEH
(Dezaki et al., 1999). Dror penenrtop
JIOKAJIM30BaH B CHHAINTHYECKOM paloHE
MBIIIICYHOW MeMOpaHbl, OJHAKO, IIO-
BUJIMMOMY, OH HE Vy4YacTByeT B
cHHanThueckou nepenaye. Ero aktuBanus
JIOKAJIbHOHW ammiukanuedl AX BBI3BIBAET
MEJUICHHOE TIOBBIIIEHHE KOHLEHTpAalUu
Ca”*" B Muomnasme, KOTOpOE OJIOKHpYeTCs
cnenuduyeckuM  610katropom  o7-HXP
MeTHUINKaKOHHTHHOM. JtoT Ca’’ -curHan
OTpaHUYCH 00J1aCTBIO HEPBHO-
MBIIIICYHOTO CHHAICa W HE MPUHUMACT
y9acTHsI B aKTHBAIlMM COKPATHTEIBHOTO
anmnapara. Kak u B HeilpoHax mosra, B
hopmMupoBaHUT 3TOrO MEJIJICHHOTO
«HECOKPATUTEIHLHOTO0Y Ca**-curnana B
MBIIIIE TMPUHUMAET y4acTHe HE TOJBKO
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Ca®’, mocrymarommii CHapyXH dYepes
kaman  o7-uXP, Ho u  Ca*,
MOOHJIN3YEMBI M3  BHYTPHKJIETOYHBIX
ZIeTIO.

YuuThIBass CHHANITHYECKYO JIOKATH3AIIHIO
a7-uXP B MEIIIIE U €ro CIOCOOHOCTH
WHOYIPOBATh BHYTPHUKICTOYHEINA Ca'-
CUTHAJI, MOXHO TPEINOJIO0XKHUTh ydJacTre
3TOrO penenrtopa B KaKHX-TO
MOy TOPHBIX mporeccax,
COTIPSDKEHHBIX C aKTHUBAIlMed HEepBHO-
MBIIIICYHOI'O CUHAIICA.

Bo3MoxHO, B CKEJETHOH  MbIIIe
MIPUCYTCTBYIOT U JpyrHe CyObEANHHIBI
HelipoHanbHblx HXP. Tak, 1mo naHHBIM
MMMYHOIIUTOXMMHUYECKHX HCCIICTOBAHUH
n omnpenenenus TpanckpuntoB MPHK ¢
HCIOJIb30BaHUEM IOJUMEPA3HON LEMHON
peakiuy, B 3pEINBIX MBIIIIAX
KOHEYHOCTEH KpPBICHI DKCIIPECCHPYIOTCS
o4- wu P2-cyOpenuHUNBl  (TIpUUEM
MOCTEHAS JIOKAIN30BaHA B KOHIIEBOU
ruactuke) (Sala et al., 1995; Tsuneki et
al., 1995).

JasHO obcyxmaercs npobiema
HPECUHAITHYECKUX ayTOPELEeNTOPOB,
MOZAYJIHPYIOLIIMX KBAHTOBYIO CEKPELHIO
AX B HEpBHO-MBIILIEYHOM COEIMHEHHH,

4TO SIBJISICTCS OJTHOM u3 OCHOB
CHHaHTquCKOﬁ IINTACTUYHOCTH. Ha
OCHOBAaHHUU MHOTI'OYUCJICHHBIX

(1)I/I3I/IOJ'IOFI/I"ICCKI/IX n q)apMaxonoquecxnx
JaHHBIX IIPEANOJJIaracrcs, 4To0 MOTOPHBIC

HEpPBHEBIE OKOHYaHUsA conepxKar
HEOAHOPOAHBIH Myl  HHUKOTHHOBBIX
ayTOPELENTOPOB, OTIOCPEAYIOIINX

perynsanuio cekpermmu AX 10 MeXaHU3MY
MOJI0KUTEILHOM u OTpULIATENbHON
obpatHoii cBs3u (Bowman, 1990; Tian et
al., 1994; Prior, Singh, 2000). 3T0 MoOryT
ObITh HXP HE TOJNIBKO MBIIIEYHOr0, HO U
HEHPOHATIBHOTO THIA, OJHAKO 00 uX
MOJIEKYJISIPHOM CTPYKType 1O CHX MOp
Majio u3BecTHO. VIMeroTcss maHHBIE 00
akcrpeccun  o.3-cyobenunuibel HXP B
MOTOPHOM HEPBHOM OKOHYAHUHU
muadparmer meimm (Tsuneki et al., 1995).

Henasno II0OKa3aHa BO3MOXHOCTb
IKCIPECCHH MOTOHEHPOHAMH Pa3IUNUHBIX
cyObenuHMLl HeHpoHanbHBIX HXP, B ToM
guciae U o7-tuma (Dehkordi et al., 2004;
2005). Ilouck HXP HelpoHaNIBHOTO THIA
B MOTOPHBIX HEPBHBIX OKOHUYAHHSAX U
W3YyYCHUE WX POJU B MPECHHANTHYCCKHX
spdekrax HK30TeHHBIX M HSHIOTCHHBIX
aroHncToB  (AX, XOJNWH, HHUKOTHHA)
ocTaeTcs BeChbMa aKTyallbHOH MPOOIIeMOH.

1.4. Kunemuxa akmueayuu
HUKOMUHO06020 X0JIUHOPEUEenmopa

HccnenoBaHuio MeXaHW3Ma TeHEpALUH
MOCTCHHANTHYECKOT0 OTBETa, KaK OJHOTO
U3 OCHOBHBIX OTalOB CHHAIITHYECKOMH
nepeiavyr, IOCBAIICHO  3HAYUTENbHOE
gucio padot (cm. Ckok u ap., 1987; Peper
et al., 1982; Bowman, 1990). Huxe peus
noiiner o Haubonee W3y4eHHOM HEPBHO-
MBIIICYHOM COCOAWMHCHHWH I103BOHOYHBIX,
r7ie MeanaTopoM siBisieTcst AX.

ITocite ocBoOOXkImeHus kBaHta AX wu3
MOTOPHOTO HEPBHOTO OKOHYaHUS,
MoJeKynsl AX mudyHAHPYIOT Uepes
CHHANITUYECKYTIO 1esb u
B3aUMOJEHCTBYIOT c
MOCTCUHANTHYECKUMU uXP, 4TO
MIPUBOIUT K KPaTKOBPEMEHHOMY
MOBBILLIEHUIO MIPOBOJUMOCTHU
MOCTCUHANITHYCCKOW MEMOpaHbBl U ¢€¢
JIETIOJISIPU3AIIHY. CriorTaHHOE
ocBOOOXKIeHne oxHoro kBanta AX
BEI3BIBACT TEHEpAIMI0 MHHHUATIOPHOTO
MOTEHINAaIa KOHIIEBOI TUTACTHHKH
(MIIKII), a OJTHOBPEMEHHOE
0CBOOOXKIEHIE MHOXECTBA KBaHTOB AX B
OTBET Ha IOTCHIIMAJ JCHCTBUSA B HEPBHOU
TepMUHAIN MHOTOKBaHTOBBI
noTeHnuan kouueBoi riactunku (ITKIT).
B ocuwoe MIIKII wu TIIKIT nexar
TpaHCMEMOpaHHBIC TOKWA: MHHHUATIOPHBINA
Tok KoHHeBoi mnactuHkn (MTKII) wu
BBI3BAHHBIII TOK KOHIICBOH IUTACTHHKU
(TKII), coorBercTBeHHO. B OCHOBE 3THX
MMOCTCHHANITHYECKAX ~ OTBETOB  JICXKHT
MOBBIIICHHE MPOBOJUMOCTH MEMOpPaHBI
s K', Na*, oruactu Ca?’, mo me st CI,
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Ipyd  5TOM HOHBI  JBWXKYTCS  4epe3
MeMOpaHy B  COOTBETCTBHH C  HX
ANEKTPOXUMHYECKHMH TpajieHTaMu: Na'
BXOAMT B MBbIIEYHOE BOJNOKHO, K
JIBUKETCS B MIPOTHUBOMOJIOKHOM
nanpasiaenun. Moust Na”™ u K neukyTtes
yepes  KaHaibl, oOpasymommecs B
Makpomodiekynax HXP nox Bo3aeiicTBueM
AX. DTH WOHHBIE KaHaJIbl 00JIamgaroT
KATHOHHOM CEJEKTUBHOCTBIO M HMEIOT
npoBoauMOcTh 20 — 30 pS KaXKIBIH.

IIpu B3aumoneiictBun kBanta AX ¢ HXP
Ha0mogaeTcss BHavane OBICTPBIA poCT, a

Jajec OTHOCHUTCJIBHO MCOJICHHOC
CHHMKCHHUC MIPpOBOAMMOCTH
MOCTCUHANITHYISCKOM MeM6paHbI.

Bocxomsamas ¢aza TKIT u MTKII umeer
S-o6pa3Hyio ¢opMy, a cHaj MPOUCXOAUT
M0 SKCIIOHCHIIATIHFHOMY 3aKoHy (pHc. 4).

Becb mpouecc 3aHHUMaeT  HECKOJBKO
MUJUIACEKYH. MenuatopHslit AX
THAPOJIU3YETCS  aleTUIIXOJIMHICTEPa3oi

(AXD), depmenToM, JIOKaTM30BaHHBIM B
CHUHANTUYECKOM paiioHe (CM. MmoapoOHee
4. 2 pgaHHOTO 0030pa) M BEIIECTBa,
YrHETaIoLue aKTUBHOCTH AXD,
yBenuuuBaOT JuurensHocth  TKII
TIKII. B cBsi3u ¢ 3TUM AJIUTENBHOE BpEMS
CUHATANIOCh, YTO BPEMEHHOE TEUYCHHE
MOCTCHHANITHYECKUX  OTBETOB  INPOCTO
OTpa)kaeT U3MEHEHUE KOHLEeHTpanuun AX
B CHHANTHUYECKOl IIenu B pe3yibTare
muddysun u SH3UMATHYECKOTO
rugpoinu3a. OpHako B JajbHEHIIEM
MOSIBIITUCH (DaKThI, KOTOPBIE OBLIO TPYIHO
OOBACHUTH C 3TOH TOYKM 3peHms. Tak,
O0buTo ycraHoBieHO, 4yTo cmax TKII u
MTKII npu WHTAKTHOM AXD
IO TYMHSCTCS SKCIOHCHINATHHOMY
3aKOHY, a KOHCTaHTa CKOpPOCTH CIajia
3aBHCUT OT MEMOpPAaHHOTO IMOTEHIHaja |
TEeMIIepaTyphI: YMEHBIIAeTCs pu
THUNEPIOSIPU3AMA U OXJIAKICHUU U
YBEJIMYMBACTCS TpPHU ACTONAPU3ALUU U
HarpeBaHUH, MIPUYEM TakKas 3aBHCHUMOCTh
coxpaHsieTcd M mocie yrHeteHus AXDO.
Oxkazajgocp Takxe, YTO HEKOTOphIE
(hapmaxonoruueckue areHThl CIIOCOOHBI
U3MEHSITH BpEMEHHOU X0[, TKII:

YKOpayuBaTh,  Y/UIUHATb,  HapylIaTh
9KCIIOHEHIIMAIBHOCTD CIaJia.
OOBSICHUTD XapakTep BPEMEHHOTO

TEUCHHS ITOCTCHHAIITUYCCKUX TOKOB U €0
W3MEHECHHE TPHU BO3JICHCTBUU Pa3IHIHBIX
(hakTOpOB  TO3BONMIA  KHHETHYECKas
MOJIC/Ib AKTHBAIIMM ITOCTCUHAIITHYCCKOM
MeMOpaHbl, B OCHOBY KOTOPOW IMOJIOXKEHA
cXeMa B3aUMOJICUCTBUS Meauatopa ¢
HXP, 3auMmcTBOBaHHas U3  TEOpUU
(epmenTatuBHbIX peaknuii. CymiecTByer
MHOKECTBO KHHETHYECKHUX CXeM,
OIMCBLIBAIONIUX B3ammozciictBue HXP ¢
aroHUCTaMU WJIM aHTarOHHCTaMHU, HO BCE
CXEMBl OCHOBAaHBI Ha TMPEAIOJIOKCHIH,
9TO JJIs OTKPHIBAaHWS HMOHHOTO KaHaia
Tpebyercs MOCICAOBATEIBHOE
cBs3bIBaHME ABYX Moyiekyl AX (Bowman,
1990; Prince, Sine, 1999; Wilson, Karlin,
2001). OO0bIyHO UCIIOJIB3YIOT
KOOIICPATUBHYIO MOJIENIb, B KOTOPOU
CBsA3BIBAHUC OZ[HOﬁ MOHeKyJ'H)I aroHucTra
00JIer4aeT CBSI3bIBAHKE CIICTYIOICH:

ky ks B
2A+R €2 A+ AR €2 A;R <= A;R*
k. ks o
A /
' H_}
KaHan KaHan
3aKpbIT OTKPbIT

Brauane ¢ uXP (R) cBs3piBacTcs onHa
monmekyma AX (A) wu oOpasyercs
MIPOMEKYTOUHBIN KOMILJIEKC AR
(noHHBIN KaHaM 3aKkpeIT). Ha cremyromem
JTamne K 3TOMY KOMILIEKCY
MIPUCOEIUHSAETCA CIIe OJHAa MOJICKyJa

AX. Tonbko rnocnie 3TOTO B
MaKpOMOJIEKYJIe HXP MPOUCXOIAT
KOH(pOPMAIIHOHHBIC W3MEHEHUS u

HEaKTUBHBIN KoMILUIeKC AR mepexonut B
aKTUBUPOBAHHOE COCTOsSHHE A,R* mpu
KOTOPOM OTKPBIBACTCSI MOHHBIN KaHAI. K,
k., ky, ks, 0 ¥ B — KOHCTaHTBI CKOPOCTEH
[IOCJIEI0BATENLHEIX JTAllOB CBI3LIBAHUS
AX n aktuBanmn HXP. OOBIYHO CUHTAIOT,
9TO CKOPOCTh PCAKIHH  OIPEIEISIOT
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KOH(pOPMAIHOHHBIC U3MEHEHUS
HanOoJiee MeJICHHBIH IpoIiecc.

KakKk

ITocite ocBoOOXkImeHus kBaHta AX U3
HEPBHOH TEpMUHAIIM HE BCE MOICKYIIBI
AX DOCTHUraroT NOCTCHUHAIITHYECKUX HXP.
Yacte wMomekyn AX THAPOIU3YETCS
cuHanTHIecko AXD U TepseTcs 3a cyeT
mupdy3un. Ammuryga MTKITD  mpu
HOPMAJILHOM MEMOpPaHHOM TOTCHIIHAJIC
COCTaBJIsIET  OKOJIO 5 HA, 4TO
COOTBETCTBYET MpuONM3uTeNsHo 1500 —
2500 OTKpBITBIX HOHHBIX KaHanoB. Ilpu
nHruoupoBanun AXD OoIbIIe MOJIEKYI
AX nmocTturaer NMOCTCHHANTHYECKHX HXP
u amruatyga MTKII Bospacraer (puc. 5).
B cooTBeTcTBHH ¢ pacCCMOTPEHHOI BBIIIC
CXEMOM, JITUTEIBHOCTH BOCXOISIICH (a3bl
MTKII, Bo3HMKaromiero B OTBET Ha
JIeMcTBHE OMHOrO KBaHTa AX, 3aBHCHT OT
CKOPOCTH OTKPBIBaHHSI MOHHBIX KaHAJIOB
(xoHcTaHTa ckopoctd [3). Bcenencteue
TOrO, YTO aKTUBHOCTH AXD J0CTaTOYHO
BBICOKA, MOCJIE CBsI3bIBaHMs KBaHTa AX ¢
HXP B cHUHanTHYeCKOM WIENU OCTaeTcs
Majio ¢BOOOHOIrO AX, KOTOPBIi
93¢ (GeKTUBHO yCTpaHsAeTCS W3 INENH 3a
CYeT THUAPOIN3a U B HEKOTOPOH CTEICHU
3a cyer auddysun. KaHansl OTKpEIBaIOTCS
JIOCTaTOYHO CHHXPOHHO, IO3TOMY CIIajg
MTKII npu HOpMaJIbHOM aKTUBHOCTH
AXD  oTpaxaeT  INPEHMYIIECCTBEHHO
YMEHBIIEHHE BO  BPEMEHH  YHUCIIa
OTKPBITBIX ~ KaHaJTOB  (KOHIEHTpaluu
kommiekcoB  A,R")  m  ompenensercs
CKOPOCTBIO KOH(OPMAIUOHHOTO
Mepexo/ia HOHHBIX KaHAJIOB U3 OTKPBITOrO
COCTOSIHHUSL B  3aKpbeiToe (KOHCTaHTa
ckopoctu o). B pesymprare cmag MTKII
MPOUCXOMUT IO  AKCIOHCHIMATHHOMY
3aKOHY C TIOCTOSHHOW BpeMeHH T ~ l/al,
KOTOpas COCTaBISIET B HOPMAaJbHBIX
ycnoBusix okoio 1 mc. [Tockonbky o << f3,
cnag MTKII 3HaunTenpHO MeEIIIEHHEE
BocxoJmeH (a3, cocraBisromeii 100 —
300 mxc.

B paccMOTpPEHHOM MOJEIHU
MpeAnoaaraeTcs, 4YTO KaXKAbI MOHHBIN
KaHaJl MOXET HaXxoguThCs Jmbo B

SaKpI)ITOM, J'II/I6O B OTKpI)ITOM COCTOSHHH,
an/meM HepeXOL[I)I U3 OOHOI'0 COCTOSIHUS
B JIDyroe THpOUCXOIAT OYEHb OBICTPO, a
BEPOSATHOCTH 9TUX MEePEeX0I0B
ompenenseTcss KOHCTAaHTaMU CKOPOCTEH,
KOTOpBIE  3aBHCAT OT MEMOpPaHHOTO
MOTEHIIMANa ¥ TEMIEpaTypel. IJTO H
00BSICHSIET BEICOKYIO
IMOTEHINAIO3aBUCUMOCTD u
TEeMIepaTyPHYIO 9yBCTBUTEIFHOCTH CIIaAa
TKII. IlocrosinHas Bpemenu cnaga TKII
U3MEHSeTCI B € pa3 IpH H3MEHEHHU
norennuaia Ha 100 — 120 MB u mmeer
3HaYEHUE TEMIICPaTypHOTO
ko3 dunmenra Qo okoso 3 u Gonee.

CrpaBeIMBOCTh NPUMEHEHHS MOJ0OHON
MOJICTT MOATBEPXKIACTCS  CIEAYIOIINM.
Amnanms rapaMeTpoB OBICTPBIX
(haykTyanuii TpOBOAMMOCTH MEMOpPaHBL,
YCUJIMBAIOIIUXCA BCJIEICTBHE CIydaiHBIX
OTKpBIBAHUM M  3aKpbIBAHUNM HMOHHBIX
KAHAJIOB B IPUCYTCTBUU IIOCTOSHHOM
KOHLEHTpauu AX, MO3BOJISET OLECHUTH
NPOBOAMMOCTD ~ KaHala W  CPEIHIO0
NPOJIODKUTENBHOCTh €70 OTKPBITOTO
coctosiHus. OLeHNBaeMOe TaKMM 00pa3oM
BpEMSl  (OKM3HMW»  HOHHBIX  KaHAJlOB
JICCTBUTENIFHO  OKAa3bIBACTCA  OJM3KUM
3HAYEHHIO IIOCTOSHHOI BpPEMEHH CIaja
MTKII u 3aBuCUT OT TeMIEparypbl U
MOTeHIMana MeMOpaHsl. MccnenoBanus ¢
MTOMOIIBIO «TOYEUHOI» ¢bukcanuu
IIOoTCHIMAaJla TOKOB OJAMHOYHBIX HWOHHBIX
KaHaJlOB TaKKe IIOKa3blBAalOT, YTO OTHU
TOKH WMEIOT BHA  HPSMOYTOJBHBIX
UMITYJIbCOB OTHOCHUTENBHO CTaHJapTHOU
aMIUIMTY/p! (HECKOJIBKO IHMKOamIep), a
UX JIUTENBHOCTh BapbUpYeT MO 3aKOHY
Ilyaccoma co cpenHuM 3HAYCHHEM,
COOTBETCTBYIOIINM MOCTOSIHHOW BPEMEHHU
cnana MTKII u TKII (puc. 4).

OTMeTuM, 4YTO BBIIIEH3JIOKEHHOE JaeT
JIUIIb BECbMa YIIPOILEHHOE
IIPEJCTAaBICHUE O MEXAaHU3MaxX aKTUBALUU
HXP u paboThl HWOHHBIX KaHaJIoB. B
COOTBETCTBUH c COBPEMEHHBIMHU
npeAcTaBIeHUsIMA, HXP CymiecTByer B
3aKpBITOM, OTKPBITOM u
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5

=1/a

40 mc

10 nA

10 mc

2 HA

Puc. 4. Cpasnenue moko8 O0OUHOYHBIX UOHHLIX Kananoe HXP (A) u
MuHUaAmiopno2o moka xouyegou niacmunku (b).

JICCCHCUTH3UPOBAHHOM COCTOSIHUSX,
B3aMMOIIEPEXOJIUX APYyr B japyra. B
9TOM  Ccly4ae HCIONB3yeTcs  Oojee
CIIO>KHAS KHHETHYECKAs cxeMa
panmmozneiicteus AX (L) ¢ 5XP (R),
VYUTHIBAIOIAs BEPOSATHOCTHh IEpexoja B
JIECCHCUTH3UPOBaHHOE cocTogHue (D),
KOTOPAsl OTIHCHIBAETCS aJUIOCTEPUICCKIMU
KOHCTaHTaMH /.

Kir Ksr
Re—>LR «——LRL »
R
1, I, I LRL*
X
Kip Kap »
D «—»LD<+— LDL
B eme Gomee CIHOXKHBIX  cXeMax

MPENoIaraeTcs, 4YTO Ui OTKPHIBAHHS
kaHayta HXP He 00s3aTeIbHO CBS3BIBAHUE
aroHKCTA C ABYMS CaliTaMU: KaHAT MOXKET
OTKPBIBATHCS CIIOHTAHHO, npu
cBsI3bIBAaHMHU AX TOJBKO C OJHHM CalTOM,
a TaKke MpHU TepexoJe U3 COCTOSHUS

JICCCHCUTH3AIUU. JTO YKE TPEXMEPHEIC
cxembl (cm. Wang, Sun, 2005). Tem He
MeHee, B JIIO0OM Cllydae BEpOSTHOCTB
OTKPBITOTO COCTOSTHUS KaHana
MaKCHMAallbHa B CIy4ae CBSA3BIBAHUS JBYX
MOJIEKYJI arOHHCTA.

Jlecencutuzanus SIBJIICTCS BayKHOM
xapakrtepuctukoid HXP u mposBisieTcs B
CHIDKCHUHM MOCTCHHAIITHYECKOTO OTBETa
Ha TIOBTOPSIIOLIIEECS WIm
MPOJIOJDKUTENBEHOE JISHCTBHE aroHHCTOB
(Katz, Thesleff, 1957; Magazanik,
Vyskocil, 1976; Giniatullin et al., 1989;
Wang, Sun, 2005). BrsipaxkeHHOCTb
JIECCHCUTH3AIAN 3aBHCUT OT BPEMEHH
SKCHO3WIMM  arOHHCTOB H  OT HX
KOHIIeHTpanuu. BaxHo, yto AX MOXeT
CBSI3BIBATBCSl KaK C 3aKPBITBIM, Tak U C
JIECEHCUTH3UPOBAHHBIM COCTOSIHUSIMHU
uXP, nmnpuyem Haubonee  BBICOKOW
appunHocTRIO K AX obnagator HXP
UMEHHO B COCTOSHHM JECEHCHUTH3AIMU:

apHUHHOCTD o CpaBHEHUIO c
MOKOSIIIMCS COCTOSTHHEM
XOJIMHOpeLenTopa Ha 2 — 4 mopsaka

Beime (Papineni, Pedersen, 1997; Wilson,
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Karlin, 2001). Dror dakr oueHb
UHTEpPECEeH,  YYWUTBIBasg, YTO  pOJIb
JeceHcutH3auuu HXP B Moaymsuuu

CHHANTUYECKOH TepeJadll ocTaeTcsi He
SCHOM M UWHTEHCUBHO u3ydaercd. B
YaCcTHOCTH, OOJIBIIOE 3HAUYCHHE TTPUIAETCS
COCTOSIHHIO JIECCHCUTH3aIMu HXP s
mornManus padorer [HTHC B HOpMe 1 mipH
pasueix matonormsix (Wang, Sun, 2005).

HapymieHust KMHETHKH HOHHOTO KaHaya
HXP MOTyT SBJIATBCSI OCHOBOM CEPBbE3HBIX
3a0oeBaHui HEPBHO-MBIILIEYHOTO
anmapara. Hampumep, B ciydae T.H.
CHHIpOMa MeJUIeHHOro KaHama (slow
channel syndrome) HaOIroHaeTcs
YBEIUUEHUE BpEMEHU OTKPBITOTO
COCTOsIHUS KaHayia HXP M CyLIECTBEHHOE
3amenneHue BpemeHHoro teuenus TKIIL; B
pe3ynbTare CEPbE3HO Hapyulaercs
HEpBHO-MbIIIeUHas nepenada (Vincent et
al., 1997).

Hopmansnoe Bpemennoe teuenue TKII
HapymiaeTcs TaKke NPH JEHCTBHU psAa
BEIIECTB, OOJIAAIOMNX CIIOCOOHOCTHIO
CBSI3BIBATBCS C  OTKPBITBIM ~ HOHHBIM
kaHaioMm HXP u OmoKHpoBaTh  €ro
MPOBOAUMOCTb. JTOT TPOIECC MOKET
OBITH OMKCAH CIEAYIONICH CXeMOH:

B kb

veenee €2 AJR* + B € A,R*B,
o k-b

rae B — monekyna 6iokatopa, ky u ki, —

COOTBETCTBYIOIINE KOHCTaHTBI
ckopoctedl. B 3aBucuMocTH OT THIA
OGnoOKHUpOBaHUS HaOmonaercst  Jmbo
HapylIeHUE HPOCTOrO

9KCIMOHEHIMAIBHOTO TEUYCHHUS craja (crag
MOXKET OBITH AaINPOKCHMHPOBAH IBYMs-
TpeMs  OSKCIIOHEHTaMH), JHOO0  IpH
COXpaHEHHH MOHOIKCIIOHEHIIHAIBEHOCTH
craja H3MEHSETCS €ro JUIHUTENbHOCTb.
Kunernueckue XapaKTEePUCTUKU
O/lokaTopa  MOTI'YyT  OBITh  OIICHCHBI
pasHbpIMH crioco0amMy, B TOM YHCIIE IO
M3MEHEHHIO KOHCTAHTBI CKOPOCTH CIIajaa

TKII npu BappHpOBaHHM KOHLEHTpaLUU

Onokupyromero BemiectBa. C  apyroi
CTOPOHBI, IO  XapakTepy  BIUAHUA
(hapMaKoJIOTHYECKUX areHTOB HM3BECTHOM
CTPYKTYphl ~ Ha  KHHETHKY  cHaja
MOCTCHHANTHYCCKMX ~ TOKOB  MOJXHO
HCCIICZIOBATh CTpoeHHUE u

(hYHKIIMOHATBHYIO OpraHu3ammio HXP.

Paccmotpennas cxema aKTUBaLUU
[IOCTCUHAIITUYECKOU MeMOpaHBbI B
JIOCTaTOYHOM Mepe YCIOBHa U CKOPOCTb
3aKpbIBaHUS WOHHBIX KaHAJIOB XOTS H
JIOMUHUPYIOIUI, HO HE E€IUHCTBEHHBIN
(hakTOp,  OmpeneNAOMMKA  BPEeMEHHOE
TEUCHHE  Claja  I[TOCTCHHANTHIECKUX
TOKOB. JIeWCTBUTEIHHO, 3TO CIPaBEIINBO
JUIIE B TOM CIydae, KOTJa CKOPOCTb
ycrpaneHuss AX U3 CHHANTUYECKOW IIIeH
3a c4eT THAPONIN3a U JU(PQPy3ud HAMHOTO
MIPEBBIMIACT CKOpPOCTh 3aKpBIBaHUSA
HOHHBIX KaHaJIOB. [Ipu 3TOM
IpearonaraeTcsi, 4Yro KaKaas MOJeKyna
AX wmoxer cps3atbcss ¢ HXP He Oonee
OIHOrO pas3a (IIaHCHI Ha MOBTOPHOE
CBSA3BIBaHUE HEBEJIMKH). Taxoe
COOTHOIIICHUE CKOPOCTEH Habmromaercs
He Bcerma. Hampumep, B TOHHYECKHX H

MEJICHHBIX (ba3HbIX MBIIICYHBIX
BOJIOKHAX, XapaKTePHU3YIOIUXCS
OTHOCHTENIEHO HHU3KAM YpOBHEM
dyakmmonamsHOH AXD, cmax MTKII

Jlaxe NMpH UHTakTHOH AXD ompenensercs
HE TOJBKO KMHETHKONH HMOHHBIX KaHAJOB,
HO 51 3aBUCUT oT yCJIOBUI
pacnpocTpaHeHus ~ kBaHTa AX B
CUHANTUYECKOM IIeNu: MIUPUHBI IIENH,
IUIOTHOCTH pacnpeneneHus HXP u AXDO,
PacCIoNIOKEHUs] CUHANTUYECKUX CKIAJOK,
KoHUeHTpauun AX B 30HE [eHCTBUSA
KBaHTa. Pa3nmuune oTUX ycioBud B
ImpejeNax CHHAICa SBISETCS IPUYAHOU
BapuabeIbHOCTH JUIATENIBHOCTH
ormenbHbix MTKII u B «OBICTPBIX»
CHHaTcax. DTH M MHOTUe Apyrue (akrTsl
CBUJCTENBCTBYIOT 0 BO3MOYKHOCTH
HNOBTOpPHBEIX CBsA3biBaHMH AX ¢ HXP B
xone reneparuu MTKII npu axTuBHOM
AXD. 31ech CTAaHOBUTCS BaXKHBIM BOIPOC
poIM B pEryJslUd  KOHLEHTpAlUH
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CHHAITHYECKOTO AX Pa3ITHYHBIX
MoJNeKyJIsipHbIX  popm  AXD (oM.
noapobuee 2.2).

2. AUeTWIXO0JMHICTepa3a M ee
MoJIeKYJasipHbIe GopMBbI

2.1. Obwue ceedenusn

Anermnxonuaicrepaza — ¢epment (EC
3.1.1.7), Ype3BbIUaiiHO OBICTpO
runpousytonmid AX. 3a cyer atoro AX0O
obecrieunBaer HOpMaJIbHOE
(YHKIIMOHMPOBaHUE  XOJIMHEPTUYECKUX

A
2

2mB
1 2 Mmc

2 0.2wmB
2 mc
2 5 HA
1 2mc
Puc. 5. Bpemennoe  meuenue
NOCMCUHANMUYECKUX — OMGemos 6
HepPBHO-MbIUEYHOM cunance

ouagpasmel Kpuicbl NpU HOPMANLHOU
akmusnocmu AXD (1) u nocre ee
610Ka0bl docghopaanuueckum
uneubumopom AXD apmunom (2). A —
evizgannvle cmumynsayuen nepsa IIKII;

b — cnomwmannwie MIIKII;, B -
CNOHMAHHbLE MTKIL Jlanusie
asmopos.

CHHAIICOB, 3¢ GEKTHBHO yaansis
«OoTpabOoTaBILIHII» Menuarop u3
cuHanTu4eckoi menu. AXD B OCHOBHOM
(hyHKIMOHHPYET B KIIETKaX, BOBJICYCHHBIX
B XOJMHEPTUYECKYI0  CHHANTHYECKYIO
nepenady, Ho OOHapyXHBAETCs TAKXKE U B
JPYTHX HEHpOHAX, a TAaK)Ke€ B HEHEPBHBIX
KJIETKaX, HalpHMeEp, B PUTPOIHTAX (CM.
0030pHI: Massoulie, Bon, 1982;
Massoulie, Toutant, 1988; Taylor, 1991).
IIpu cuIbHOM YTHETCHWH AaKTUBHOCTH
AXD mpoucxoauT nepeHakorieane AX B
CHHAaNTUYECKUX IIENsAX, BbI3bIBAIOLICE
HapyUIeHUsT CUHANTUYECKOW Tepenayd,
YTO MPUBOJHUT K TKEIBIM MOCIEACTBUIM
BIUIOTh 10 CMepTH. B dactHocTH, B
HEpPBHO-MBILIEYHOM anmapare npu
yraeteHun AXD pe3ko 3aMeisercd
BPEMEHHOE TEUCHHE IOCTCHHANTHYECKUX
OTBETOB M HapylIaeTrcs CrIocoOHOCTb
MBI YIACpKUBAaTh TeTaHyc (puc. 5, 6).

Mexanuzm 3TOro HapyLICHUS
3aKIII0YaeTCsl B TOM, YTO B YCIIOBHSAX
CUJIBHOTO UHTUOMPOBAHUS AXD

yaanenue AX W3 CHHANTUYECKOW IIENH
MPOUCXOJUT B OCHOBHOM 3a  CYET
muddysun.  Ilppy  ostoMm B mienwm
HaKaIJMBaeTCsl HETUAPOIU30BaHHbIN AX,
cnagbl purMmuyecku cruenyrommx ITKIT

CYMMHPYIOTCS, qT0 BBI3BIBACT
YCTOIHUHBYIO JIETIONAPH3ALMIO
[IOCTCHHAITHYECKOM MeMOpaHHI,
HHAKTHBALIHIO Na* KaHaJIoB "
HECIIOCOOHOCTh  MBIIIEYHOTO  BOJIOKHA
TeHepHpOBaTh  TMOTEHIMATB  JeHCTBHSA

(Kpusoit u ap., 1987).

B 10 e Bpems wuHruOutopelr AXDO,
BBI3BIBAIONINE JIMIIb  4YacTHYHOE €€
TOPMOXKEHHE W HEOOJBIIOC HAKOIICHHUE
AX, IPUMEHSIIOTCS B KIIMHUKE B Ka4ECTBE
CTHUMYJIAITOPOB KPAaTKOCPOYHOM MaMsATH, a
TaKKe  UI1  JIEYEHUS  PasNHYHbIX
MATOJOTUH  JIBUTAaTENbHOIO  ammapaTa,
CBA3aHHBIX C HapyIIECHUSIMHU HEpPBHO-
MBILICYHOU Mepeadu.

AXD CYILIECTBYET B BUJIE
MHOKECTBEHHBIX MOJICKYISIPHBIX  (pOpM,
AMEIOIINX OJMHAKOBBIE KATAIMTHYECKHE
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jL_/L___[\\_

Puc. 6. IIpumepwr 3anuceti CyMMAPHBIX MbIUUEUHBIX NOMEHYUATO08 OCUCMEUs]
(66epxy) u memanuueckux COKpawjeHutl (yacmoma cmumyisayuu Hepeéa 50
UMN/C) U30IUPOBAHHOU OUAPPazMbl KpblCbl NPU HOPMATLHOU AKMUBHOCIU
AXD (A), uepe3 1 uac oevicmsus pocpopeanuueckoeo uneubumopa AX3
apmuna 6 xonyenmpayuu 1 mxM (B) u uepes 1.5 uaca ommuviganus (B).

Kanubposxa: onumenvnocms -

0.25

c; amnaumyoa  CyMMApHbix

nomenyuanos oeticmgusi — 2 MB; cuna — 20 2. [lannvie asmopos.

CBOMCTBA, HO 3HAYUTEIILHO
pa3NuyaIoIUXCsl  XapaKkTepoM  COOpKH
CyOBEIMHHII, CKOPOCTHIO CEIMMEHTALNH,
a TaKkKe THUIIOM acCCOLMAINU C KIETOYHOH
MeMOpaHoii (puc. 7).

Kartanurnueckass  cyObenununa AXO
KOAHUPYeTCsl eNWHCTBEHHBIM TCHOM, B
otnnuue oT cyopenuuul HXP (a Taroke
Na,K-AT®a3p1, 0 4yeM CKa3aHO HHUXKE).
MHOXECTBEHHbIE MOJICKYJISIpHBIE (DOPMEI
AXD SIBJISIFOTCSL NPOLyKTaMHU
IBTEPHATHBHOTO CIUIAMCHHTA I'€HA 3TOU

CyOBEIMHMIBI W IOCTTPAHCIALMOHHON
MOIU(UKAIIH (Taylor, 1991).
JononuurensHoe pasHoOOpasue
obecrieunBaeTcs acconuanuen
KaTaJIUTHYECKOH u CTPYKTYPHBIX
CyOBETUHHUIT (CM. HHXKE).

MonexkymnsipHsle (hopMEI AXD

MOAPA3JCIAIOTC B COOTBETCTBUH C HX
CIOCOOHOCTBIO BCTYHATh B rHAPO(OOHBIC
B3auMoJieiicTBus Ha aMpuuibHEIE U

HeampudrIbHEIE, a TaKKe B
COOTBETCTBMM C HUX  4YETBEPTUIHOU
CTPYKTYpOH Ha TOMOMEpHBIE U
reTepOMEpHBIE.

I'omomepubie Qopmbl AXD (oHH Xe
TIIO0YJSpHEIE, WIH G ¢hopmpr)
NPEACTAaBISIIOT co0oil aM(pudUIbHBIE U
HeaM(uQIEHBIE MOHOMEpBL, JAUMEpEI
WITH TeTpamMepsl KaTaIUTHICCKOH
CyOBCIMHHLIBL, pa3IHYaroIrecs
kodpdunreHTamMu cequmenrtanmu (4S, 6S
u 10S). B ocHoBHOM 3TO MeMOpaHHO-
CBs3aHHBIE Oenku C  OOpameHHBIMH
Hapy>XXy AaKTHUBHBIMU LCHTPaMH, HO OHH
MOTr'yT CYHIECTBOBAaTbL U B PaCTBOPUMOM
Buze (puc. 7A).

I'erepomepusle  Qopmbl  cocToAT W3
TEeTpaMepoB KaTaJTITHIECKON
CyOBbeANHULIBL, CBSI3aHHBIX

JUCYTBGUIHON CBA3BIO CO CTPYKTYPHBIMHU
cyObpequHALIAMH pa3Horo Tumna (puc. 7b).

Cpean  OpoAyKTOB
cIuaiicuHra rexa
cyopemuannel - AXD
Ha3plBaeMble CcyOBenuHUIBI AXDy
AXDr, HAMEIOIINE HIEHTHYHBIE
KaTaJMTUYECKHE JOMEHBI, HO pa3Hbie C-
KOHIIEBBIE nociiefoBareabHocT — H- u T-

aJbTEPHATUBHOTO
KaTaJIUTHYECKON
BBIIEISIIOT  TakK

HENTUIBI (o Ha3BaHUIO
COOTBETCTBYHOIINX 9K30HOB). Otu
MEIITUIBI OIpEAEIAOT pasiuyHyo
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coo

Puc. 7. Cxema  cmpoenus

DPA3TUYHBIX

b

MONEKYNAPHLIX — opm

ayemunxoaundcmepasel. A — monomepuvie, b — cemepomepnvie gopmol. G,
G, Gy — enobynspuvie opmul; A;; — acummempuynas gopma (no: Taylor,

1991, ¢ usmenenusmu,).

MOCTTPAHCKPUIIIUOHHYIO MOAH(UKAINIO
1 YEeTBEPTHUUHYIO CTPYyKTypy AXD, u, B
KOHEYHOM  CcYeTe —  JIOKAIW3AIHI0
dhepmenta (Massoulie et al., 1993).

C-xoH1eBo# nentun cyobenuHnIpl AX Oy
CONCPKUT OJMH WIM JBa LHUCTCHHA
BOJM3M KaTaJMTHYECKOT0 JoMeHa. Hx
IUCYNbGUIOHBIE CBSA3M BHYTPH LCIH
tdopmupyror aumepsl AXD (G,). Oror
HENTHA  COAEPXKUT  TaKKe  y4acTok,
OIIOCPE Y IOIIIH IPHCOEANHEHHE
UKo ochaTHIUITNHO3UTOIA, 4TO
MIPUBOJUT K OOpa3oBaHHIO MOHOMEPOB
WIA JWMEpPOB, aCCOLMHPOBAHHBIX C
Hapy>XHOH TOBEPXHOCTBIO  KJIETOYHOM
meMOpanbl (G, u G, Ha puc. 7A). AXDy
MPUCYTCTBYET B HEPBHOW M MBIIIECYHOU
TKaHsX pbIO, pentwmmii u amdubuii, a y
MJIEKOITUTAIOIIIX IKCIIPECCHPYETCS
TOJNBKO B TKAaHAX I'€MATOIOITHYECKOTO
HPOUCXOXKIACHHUS.

Cyb6penuanma AXDr sKcnpeccupyercs: B
HEpBHOM M MbImIeYHON TKaHax. Ee C-
KoHleBo T-menTux MMeeT CBOOOIHBIN
LUCTEHH BOIH3H C-KxoHIa u
aMbUPHITBEHYIO 0L-CTIAPAIb, 4TO
ompejensier  o0Opa3oBaHHE  MHOXKECTBa
YETBEPTHUYHBIX CTPYKTYp — MOHOMEpOB,
JUMEpOB U TeTpaMepoB. J[lanmpHeiimee
pa3sHoOOpa3ue  MOJIEKYJSIpHBIX  (opM
ompezemnsiercst crocoOHocThio T-menTuaa
CBSI3BIBATHCS co CTPYKTYPHBIMH
CyObeTMHATIAMH, JaBast HAYaJIo
rerepoMepHbIM hopmam AXD. B HepBHOI
cucreme TaKou CTPYKTYpHOH
CyObemUHMIICH CIYy)XUT TrUAPO(OOHBIIH
MenTua, npukpemwsirommii  AXD K
KJIeTouHo  memOpane. B HepBHO-
MBIIIEYHOM COCOUHEHHH CTPYKTypHas
cyObemUHMIIA  TpEACTaBIsieT  coOoi
KOJUIareHOMOJOOHBIH ~ XBOCT  JUTMHOM
okoo 50 HM (Ha3bIBaE€MBIH KOJJIareHOM
Q), cocrosumii W3 TpeX CIUPAITBHBIX
HUTEH. OTOT XBOCT mMpHKpermsier AXD K
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0asaqpHONM IUTACTMHKE BHEKJIETOYHOIO
MaTpUKCa CHHANTHYEeCKON Iienu, Io-
BUIMMOMY, 32 CYET €ro acCOLHaINH C
nporeoriukaHamMu. AXD 23TOoro Ttuma
Ha3bIBAIOT AaCUMMETPUYHBIMH, WIH A
¢dopmamu. B acummerpuyHbBIX (opmax
AXD ¢ KOJJIareHOBHIM XBOCTOM MOTYT
OBITH acCOLMMPOBAHbI OJVH, IBA WIN TPU
TeTpaMepa KaTaJTNTHIECKON
cyopemuauiel.  Takme dopmer  AXD
UMEIOT KO3((UIMEHTH CEeIUMEHTAINN
npubnmsurensHo 8S, 12 — 14S u 16 —
18S. B  kaxkagoM TeTpamepe  1Be
KaTaJInTHYECKHE CyObEeTMHUIIBI
COEIMHEHBI MEXIly c000il aucyibduaHon
CBSI3pI0, OCTaIbHBIC JBE KOBAJICHTHO
MPUKPEIUICHEI c MOMOIIBIO
JUCYBb(UTHBIX CBA3CH K OIHOM U3 HUTCH
xBocrta (hopma A1, Ha puc. 7b).

Kosnarenonono6Has CTPYKTYpHast
cyobenuanna AXD KOIUpYyeTCs OIHHM
renoM (Krejei et al., 1997). ¥ uenoseka
nedurur ACUMMETPUYHON (opMEI
cuHanTuueckon AXD  OpuUBOOUT K
Pa3BUTHIO OJTHOTO W3 BHJIOB MHACTCHUH,
mpudeM  3a00JIeBaHWE HE CBSA3aHO C
HapyIIeHUEeM IKCIIPECCUH
KaTaquTuieckol cyopemmHul - AXD.
Kak oxa3anoch, B OCHOBE Jie)KaT MyTaIllH
reHa Kojutarena Q, BIHSIONINE Ha CBS3b C
KaTaINTHYECKOW CyOBeAWHUIICH WU C
OazanpHol mactuHkoit (Ohno et al.,
2000). OOHapyKeHbI MPOJYKTBI
AIBTEPHATHBHOI'O CIIAMCHHTa 3TOTO ICHA,
KOTOPBIE KOJHUPYIOT JTIOMCH,
B3aUMO/JICHCTBYIOIIUNA C KaTalUTHYECKON
CcyObeTUHHUTICH AXD, HO HE
KOJITar€HOBEIN JOMeH. BO3MOKHO, Takue
CTPYKTYpPHBIC CYObEAMHUIBI YIaCTBYIOT B
¢bopMupoBaHMM ~ JAPYTHX, €m[e  HE
OMHCAHHBIX MOJEKYISpHBIX (opm AXD,
XOTSl HEJB3s HCKIOYHTH U COBEPIICHHO
uHOU posu 3TuX npoaykros (Krejei et al.,
1997).

2.2. Monexynapuvte ¢opmor AXI ¢
CKelemHOoil Mbluiye

Ecnu CTPYKTYpPHBIE 0COOEHHOCTH
n303uMOB AXD K HacTOSIIEMYy BpEMEHHU
XOpOILIO M3Y4YeHbl, TO (yHKIMOHAIIbHAS
pOJIb ee MOJIEKYJSIPHBIX (OpPM OCTaeTcs
BO MHOTOM HESICHOM.

B HepBHO-MBIIIEYHOM CHHAIICE OCHOBHAS
gactb AXD cocpenoTodeHa Ha 0a3anbHOM
IUIACTUHKE B CHHANTHYECKOH INENM M Ha
MMOCTCUHAIITUYECKOM MeMOpane,
HE3HAuUTeNbHAas €€ YacTh MPUXOAUTCS Ha
MpecHHANTHYECKYyI0 MeMOpaHy. Bmecre ¢
TeM AXD 0OHapyXHBaeTCsl TaKkKe B
MHOCYXOKHJIBHBIX palOHax, MBIIICYHON

TyOyIApHOH CHCTEME i
BHECHHAIITUYECKUX O0JIACTSIX MBIIIEUYHBIX
BOJIOKOH. B TUAPOIIN3E AX,

0CBOOOK/Ia€MOTO HEPBHBIM OKOHYaHHEM,
y4acTBYyeT TOJBbKO CHHANTHYECKAs, HWIIH
¢dyakmuonampHat AXD (cM. 0030pEI:
Kpugoit u ap., 1987; Massoulie, Toutant,
1988).

CornacHO naBHEH KiIacCH(MKAINM, ITyJIBI
AXD B CKEIIETHOH MBIIIIIE MTOIPA3ICIISIOT
Ha (YHKIMOHANBHBIE W  PE3CpPBHBIN
(medynkmmonaneueiit). Ilpenmonaraercs,
YTO 3TH IMyJbl COOTBETCTBYIOT ()EPMEHTY,
JIOKaJIN30BAaHHOMY CHapyXu (B
CHHANTHYECKON Ienu), T.C.
IIPUHUMAIOIIEMY y4YacTHE B THIPOJIN3E
MeauaTopHoro AX, U BHYTPUKICTOYHOMY
JH3UMY.

Cunantryeckass AXD mpezcraBlieHa Kak
ACHMMETPUYHBIMHU, TaK W TJIO0YJISIPHBIMH
¢opmamu. Y pa3HBIX JKUBOTHBIX U B
Ppa3HbIX MBIIIIAX COOTHOIIICHHE
ACHMMETPUYHBIX U TIOOYISAPHBIX (OpM
AXD B HEpBHO-MBIIICYHOM CHHAIICE
CyIECTBEHHO pa3nuuaercd. Hampumep, B
muadparMe  KphIChl  OOHapyxkeHo 3
Mmozekyisipasie Gopmel AXD — Gy, Gy u
Ay, TIpU4eM MOHOMEp G,
00OHapyKnuBaeTCst UCKITIOYNTEIHHO
BHyTpuKieTouHo, terpamep G4 B
OCHOBHOM BHEKJIETOYHO, a 0OJIbIIIast 4acThb
dopmer A, 3akperieHa Ha Oa3aibHOU
IUTACTUHKE. 32 TMOoAepKaHne HOPMATIbHOU
HEpPBHO-MBIIICYHO nepenadu
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otBeTcTBeHHBl (opmbl Gy U Ap, (Y
B3POCJIBIX JKUBOTHBIX Mpeodnanaer Ajp),
torga kKak ¢opma G;  HHKAKOro
OTHOIICHWST K 3TOMYy HE  HUMEET
BCJICJICTBHC ee BHYTPHUKJICTOYHON
nokamm3armu  (Fernandez et al., 1984;
Busker et al., 1994).

B KOXHO-rpyJUHHON MBIIIIE JIATYIIKH
roOynspHbie  (GOPMBI  CHHAIITHYECKOM
AXD G; u G, 1OMUHHUPYIOT HaJl OopMaMu
Agu A, (Anglister et al., 1994).

B cunance sATYIIKM  OONBIIMHCTBO
roOymsapaeix  opm  AXD  sBISIOTCA
HeaMpupUIHHBIMH, o0pazyromuMu
ciabpie 3IEKTPOCTATUIECKHE
B3aMMOJICHCTBHS, T.C. CBSI3b
acumMerpuyHoii AXD ¢ OasampHOU
IUIACTUHKONH ~ Ooiee  mpoyHa,  4eM
acconmanusi  raoOymsipHor  AXD ¢
mIa3MaTuiaeckoit MmemoOpanoit (Anglister et
al., 1994). DOt0 mnoO3BONMIWIO aBTOpaM
MIPETOI0XKHUTE BO3MOXHOCTh U Py3un
IIOOYIAPHEIX  (OpPM, POLYLHHPYEMBIX
HEPBHOM W MBIIIEYHOM KJIETKaMH, 3a
Ipefensl  CHHANTHYECKOro  KOHTAaKTa,
obecmieunBas 6onee IIIPOKOE
pactpenenenue 3tux Gopm AXD B
KJIeTKe, TorJa Kak acummerpuyHas AXD
OCTaeTcs IIPUKPEIIICHHON Ha
CTpaTerMuecko TMO3UIMM B  MecTax
0CBOOOXKICHUS MeIuaTopa.
[pennonaraercs, 4TO pasHoe
pacripefiesieHie  MOJISKYJISIPHBIX  (hopM
AXD MOXET OTpakaTh HX pa3IHYHYIO
poJib B peryisiluu KoHueHTpauuu AX B
CHHAITHYECKOH eI .

K anHanornyHoMy BBIBOIy HPUBOJSIT
3IEKTPO(U3NOIOTHIECKHE HCCIeOBAHUS
Ha W30JIMPOBAHHON janadparMe KpbICHI
(rme x pynkumonansHoit AXD oTHOCATCS
monekymsipaele  Gopmel Gy u Ap), B

KOTOPBIX  JUIi  OLCHKH aKTHBHOCTH
(hyHKIIMOHATFHOTO myJa AXD
UCTIONB30BAJICS  QHAJIN3  AMIUIMTYIHO-
BPEMEHHBIX XapaKTEePUCTUK
OJTHOKBAaHTOBBIX MOCTCHHANITHYECKUX
TOKOB pu paszHoi CTEIIEHU

unarubupoBanuss AXD (Kpusoit, 1998).
beuto  mokazaHO, YTO  HOpMaJbHas
CHHANTHYECKAs nepeaaya u
(DYHKIIMOHHPOBAHUEC HEPBHO-MBIIICYHOTO
ammapaTa B (DU3MOJIOTUYECKOM JHANa30He
9acTOT CTHUMYJISALUU HEPBA COXPAHSIOTCS
NpU CHWKEHHU akTuBHOCTH AXD BILIIOTH
mo 10% ot wucxomHOro YpOBHA. ITO

COOTBETCTBYET TPAUIIUOHHBIM
MpeACTaBICHUAM 00  «HM30BITOYHOCTH
cuHanThueckoi AXD.

BMecte ¢ TeM aHanmM3 BpPEMEHHBIX
XapaKTEPUCTHK IIOCTCUHAIITHYECKUX
[IOTEHIAJIOB U TOKOB IOKa3ai

BO3MOXKHOCTh ITOBTOPHOTO CBSI3BIBAHHUS
MeauatopHoro AX ¢ HXP, 4uro sBisercs
yKa3zaHHEeM Ha 3alIEPKKY B
CHHAIITHYECKON HIETIHA
HETUApPONM30BaHHOTO AX faxe mpu
uHTakTHOM AXD (Kpusoit u ap., 1987;
Marazanuk, 1988).

OtH JTAHHBIC, MIPOTHBOpEYAIIHE
KOHIISTIITIH «U30BITOYHOCTH
CHHAIITHYCCKON AXD, BIIOJIHE
OOBSICHUMBI, €CITH IPEICTaBHTh, YTO

pasHble MoseKyJsIpHBIE (opMel AXD B
3aBHCHMOCTH OT YCIIOBUII HTPAIOT Pa3HYIO
(DYHKIMOHATIBHYIO pOIIb. MoxHo
MIPEATNOJIOKHUTD, UTO cCHHanTHYeckas AXD
BBINIOJIHACT J1BOsIKYIO (pyHkumto (Kpupoii,
1998): ogHOBpEeMEHHO OOeCICYHBACT HE
TOJILKO «penenHoe» MIPOBE/ICHHUE
YaCTOTHOW HMMITYJIbCAllUM MOTOHEHPOHOB
" Ha/Ie)KHOCTD HEpPBHO-MBIIICYHON
mepenadyd, HO W TOHKYI0 TIpe- H
MOCTCHHANITHYECKYIO PETYJSIIUIO  Yepes3
n3MeHeHue ypoBHs AX B CHHaNTHYECKOU
menu. Ilpm 3ToM 1y BBINOJHEHMSA
nepBoii GyHKIMH TocTatoyHo okoso 10%
oT oOmiell akTUBHOCTH (hepMeHTa, Torjaa
Kak B MOJYJUIIIMM YYacTBYeT OCHOBHas
gacTe cuHantudecko AXD. Kakum
o0pa3oM MOXeT OBITh OpraHW30BaHO
«pacmipenenenue» 3tux QyHkomii AX0O,

IIOKa CKa3aTh TPYyAHO, HO pa3HbIE
(YHKIIMM ~ OCYIIECTBIAIOTCS,  CKOpee
BCETO, Pa3IMYHBIMH  MOJICKYJISIPHBIMH

thopmamu 3TOTO hepMeHTa.
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YpoBerb  cuHanTHueckod AXD B
MBIIII[AX HE OCTaeTCs MOCTOSHHBIM U
MEHseTCsT B IIpolecce  Pa3BUTHS,
MOJIBEPKEH HelpoTpoduuecKkomy
KOHTPOJIIO, a Takke 3aBHCUT  OT
pa3NuyYHBIX ~ JHJIOTEHHBIX  (haKkTOpPOB,
TIPUYEM BCE BUIBI PETYISIUN CEICKTUBHBI
JUIE  pasHBIX ~ MOJCKYJSAPHBIX  (QOpM
(Massoulie, Bon, 1982; Massoulie,
Toutant, 1988; Sketelj et al, 1991;
Cresnar et al., 1994). Hampumep, B
Pa3BUBAIOMIUXCS  CKEJETHBIX  MBIIIIAX
BHauajie npeodianart popmel Gy u Gy, 1
TOJBKO Ha CcTagud  (OPMHUPOBAHUS
HEPBHO-MBIIICUHBIX KOHTaKTOB
nosiBisieTes opma A, (Massoulie, Bon,
1982). CenextuBHas perynsanus
akTMBHOCTH A, Qopmer AXD B
Pa3BHUBAIOMINXCS MBIIMIAX TPOUCXOTUT
MpU y4acTHU [-3HAOPPUHA U CXOIHBIX
nentunoB (Haynes et al., 1984). Boxpmioe
3HAYCHHE /IS TIOIJIEPKAHHUA BBICOKOTO
YpOBHS AXD nMeeT
ANIEKTPOMEXAHUYECKasi aKTUBHOCTD MBIIIII
(Cresnar et al., 1994). Ilpu wmbiteuHoU
JIeITENIbHOCTH, a TaKke B pe3yJbTaTe
nenepBarmu  (Gregory et al, 1989)
M30MpaTebHO TOBBINIACTCS AKTUBHOCTB
G; ¢opmer AXD (Fernandez, Donoso,
1988; Gisiger et al., 1991; Jasmin et al.,
1991).

B xonTpone aktuBHOCTH AXD Ha TEHHOM
YPOBHE NyTeM H3MEHEHHsI CKOPOCTH ee
CHHTE3a Y4acTBYET U caM HeHpoMeanuaTop
AX (cM. 'onmmkoB u ap., 1985). ITokazana
Ba)kHast posib QYHKIIMOHAIBHBIX HXP 1 nx
B3aUMOJIeHcTBUSA c AX B
G depeHIaIbHOM KOHTpPOJIE
MHIUBUIYaNbHBIX MOJICKYJSIPHBIX (HOpM
AXD. OkaspiBaercst, axtuBauus HXP
CHOHTAHHO  ocBoOOXKmarommMcst  AX
ABISIETCSI €MHCTBEHHBIM HEHPOHAIBHBIM
¢daxropom moanepxkauust Gopm G; u Gy;
ypoBeHb (GopMbl A, ompezaessieTcs
KOMOMHUpOBaHHBIM 3ddexkTom AX u
HEKOW HEW3BECTHOH NoKa HeWpOHaJIbHOU
cyOcranumy; WHAYKOus — ¢opMmbl Gy
WHHAIUHMPYETCS. TMOBBIIICHUEM  YacTOTHI
3aumogerictBuss AX ¢ HXP (Fernandez,

Hodges-Savola, 1992). Ipoayxr
ruaponusza AX — XOJNHMH TakXe BIUSET Ha
akTUBHOCTh AXD, a 3HAUUT, MOXKET
9KCTPEHHO PETyJIHUPOBaTh JAEATEIbHOCTh
cuHanTHueckoi AXD HENmoCpeACTBEHHO B
XO0Jle HEpPBHO-MBIIIEUHON TMepenayd B
3aBHCHMOCTH OT €¢ HHTCHCHBHOCTH.

HccnenoBanusamu MOCIIEAHUX ner
[IOKAa3aHO, YTO B CKEJIETHOM MBIIICUHOM
BOJIOKHE KOHTPOJb JKCIPECCUU T'CHOB
AXD, HaKOIUICHHs] TPAHCKPUIITOB M OenKa
OCYILECTBJIIETCSI B KaXJOM OTJECIBHOM
sIpe CTPOro JIOKAJIbHO M HE3aBHCHMO OT
JPYTUX siep, IPUYEM B KaXKAOM Clydae
WUCTOYHHKOM DETYJISTOPHBIX CHTHAJIOB
SBISICTCA OMIDKAWINA K JaHHOMY SAPY

YYacTOK  IUIa3MAaTHYECKOH  MeMOpaHbI
(Rossi et al., 2000). Kax y>xe roBopmioch
BHIIIIE, AQHAJIOTMYHBIH MEXaHH3M

JIOKJIBHOM pEryJsiMM  XapakTepeH [UIs
SKCIpeccHn cyObenuuui HXP ckeneTHoM
MBIIIIE (cM. 1.2.).

2.3. /Ipyeue ghynxyuu AX9

JIaBHO BBICKA3bIBAIHUCH MPEATOIOKEHHS O
KaKHX-TO JIOTIOJIHUTCIBHBIX  (PYHKITHIX
AXD, He CBS3aHHBIX C €€ OCHOBHOM
KaTaJIUTHYECKOM  aKTHMBHOCTBIO.  OTH
MIPEATNOJI0KEHUS OCHOBBIBAJINCh, B
YaCTHOCTH, Ha OYEHb PAaHHEM MOSIBICHUU

AXD

B OHTOIEHE3€e 3a70JII0 10

CHUHAIITOTCHE3a u (dhopMupoBaHus
XxonuHepruueckux myted. Kpome Toro,
AXD  uMeeT  JIOBOJBHO  BBICOKYIO
TOMOJIOTHIO C TIOCJeI0BaTEeIbHOCTIMH,
XapakTepHbBIMH  JJI1  BHEKJIETOYHBIX
JIOMEHOB  psAlla MOJIEKYJ  KIJIETOYHOM

aare3un (HEHpOTakTHWHA, HEWpONWIUHA,
rMoTakTuHa). HemaBHO mpearonoxeHus
0 HekaranuTuueckor ¢yHkmmm AXD
MOTyqUIN MIOATBEPIKACHHE. Boina
MPOJEMOHCTPUPOBaHA MOp(OTeHHass U
CUHAIITOIreHHAs aKTHBHOCTH AXD,
BBIpaXarollasicd B  YCWICHMHM pocTa
HEWpPUTOB W pa3BUTUS CHUHAIICOB Y
9MOPHUOHOB Xenopus Tocie SKCIPECCUH B
HHUX I'€Ha, KOJUPYIOIIEro CHHAITHYECKYIO
AXD uenoseka (Sternfeld et al., 1998).




N.N. Kpusoit

T.M. Ipabkuna

PA3ZHOOBPA3UE OJIMT' OMEPHBIX BEJIKOB

WutepecHo, 4yro 3a >tu aBa 3ddekra
OTBETCTBCHHBbI pa3HbIC Y4acCTKH
MOJIEKYJIbI AXD: HEUpUT-

crumynupytomuii s¢dexr 3aBucen or C-
KOHILIEBOTO  JIOMEHa, HO HE  OT
KaTaJMTUYECKONH aKTUBHOCTH, TOTJa Kak
JUTS CHHANTOTCHHOTO a¢dekra
TpeboBasioch Hajanuue Kak C-KOHIIEBOTO
JOMEHa, Tak ¥  KaTaJUTHYECKOM
akTUBHOCTH.  Heliput-crumynupyromas
aKTUBHOCTb IIPEATIONOKHUTEIBHO MOXKET
ObITh 00yCIIOBIIEHAa CIIOCOOHOCTRIO AXD
MOJyIMpOBaTh  A/r€3MBHBIE  CBOWCTBA
KJIETOK Oyarojapsi YHOMSIHYTOW BBILIE
TOMOJIOTUM C MOJEKyJaMH KJIEeTOYHOMH
a/Ire3ny.

He wckmoyeHo, 4Yro W 3TUM He
orpannunBatorcs ¢yHkumu AXD. Tak,
3TOT (EpMEHT B BHUIE PACTBOPUMBIX
MOHOMEpPOB  IPUCYTCTBYeT B  sije
aCIMIOBBIX  3MeEH, TIAEe €ro poib
COBEpIIEHHO HEMOHATHA, T.K. AXD He
TOKCHYHA W HE YCHJIHMBAET TOKCHYHOCTD
npyrux komroneHtoB siia (Cousin et al.,
1998).

3. Na,K-AT®Pa3a u ee u303uMbl

3.1. Obwue ceedenusn

Na,K-3apucumas ATdaza (EC 3.6.1.37),
rugponusytomas AT® B mpucyrcrBuu
roHoB Na™ u K, sBseTcs MHTerpaabHbIM
MeMOpaHHBIM (bepMeHTOM,
¢ynkmonupyrommm kak Na,K-nacoc. 3a
otkpeitue Na,K-AT®a3sr (Skou, 1957) u
MOCJIeAyIoNe  pa3paboTKu B ITOH
obmactu n-p J. Skou B 1997 romy Obin
ynocroeH HoOemeBckoil mpeMuu 1o
XuMAA. OJTa  (epMeHTHas  cucTeMa
oOHapyxeHa B I1a3MaTHIEeCKOM
MeMOpaHe IMPaKTHYECKH BCEX JKMBOTHBIX
kiaetok. OcHoBHas  QyHkimus Na,K-
AT®a3pl 3aximouaeTcss B TOJIEPKaHUU
TpaHcMeMOpaHHBIX rpaauentoB Na' u K
32 CUET aKTHBHOIO TPAHCIOPTAa HOHOB.
Ot TPaJInCHTHI MOJIEPKUBAIOT
MeMOpaHHBIN MIOTSHIIUAT u
INEKTPUYECKYIO0 BO30YIMMOCTh KJIETOK, a

TaKke 00ECHEeYMBAIOT JBIDKYIIYIO CHITY
psna Apyrux TPaHCIIOPTHBIX MEXaHU3MOB.
bnaromaps cBoum ¢ynkimsam Na,K-
AT®a3a wurpaer OCHOBHYI0 pOIb B
perysiiui  BOJHO-COJIEBOrO  OOMEHa,
SIBIISICTCS BaXXHBIM (axTopom,
MPETATCTBYIOMIMM Pa3BUTHIO THIIOKCUH H
yromieHus. Takmm  obOpaszom, Na,K-
AT®aza SIBIISIETCA Ba)KHEHIIIUM
PETYIATOPOM  KJIETOYHBIX  (QYHKITHA,
KOTOpBIIi  o0ecreunBaeT  CIIOCOOHOCTH
BO30YIMMBIX  KJIETOK  BOCIIPHHUMATb,
KOJIMPOBaTh M NeEpe/laBaTh CHUTHAJBI, YTO
HE0OX0IMMO JUTST HOPMaJILHOTO
(DYHKIMOHMPOBAHUSI HEPBHOM CHCTEMBI U
opranm3Ma B nenoM.  CHmKeHHe
aktuBHOCTH Na,K-AT®da3e1  sBisercs
OIHMM Hu3 Haubojee OOIMX IPHU3HAKOB
pa3MuYHBIX (GOpPM TMATOJOTHH, BKIIOYAS
CepICYHO-COCYTUCTEIC 3a00JIeBaHus,
nuabeT, BO3pacTHYIO HEBPOIATOJOTHIO H
npyrue  ¢GopMmbl  HeBpomaTHH  (CM.:
Bongeipes, 1985; 1998; Sweadner, 1995;
Blanco, Mercer, 1998; Clausen, 1998;
Mobasheri et al., 2000; Lopina, 2001).

Na,K-ATdaza cocrour u3 o- u f-
CYOBCIMHHI] C MOJICKYJIPHOH Maccoii

okojo 110 m 40 - 60 «k/a,
cooTBeTcTBeHHO (puc. 8). HaruHBIA
(hepmenT SIBIISIETCSI JIIMEPOM,
OOBEMHAIOIUM  J[BA  IPOTOMEPHBIX

KOMIIJICKCa (XB. HCI[aBHO B HCKOTOPLIX

TKaHAX OOHapykeHa y-cyopenuuuma (6.5
— 10 x/Ia) Na,K-AT®a3mr.

CyObequHuna o — MHTETPANIbHBIA OelloK,
MHOT'OKPaTHO MPOHU3BIBAIOIIUH
MeMOpaHy (10 TpPaHCMEMOpPaHHBIX
nmomeHoB) (puc. 8). DTa cyOBenuHHIA
conepkut Mecrta cBszbiBaHus ¢ AT® u
momamu Na' um K' wu orBewaer 3a
KaTaINTHICCKHUEC u TPaAHCIIOPTHEIC
coiictea NaK-AT®a3el. Omua u3
Hapy)XHBIX yYaCTKOB  Ol-CYOBCIMHUIIBI
(Mexay TpaHcMeMOpaHHBIMH IOMEHAMU
M1 — M2) sBusgercs cnenupUIecKuM
PEIenTOPOM TSI CEPACYHBIX TITUKO3HIOB.
Cy0Openununa 3, mpeacraBisromas cooon
TJIUKOTIPOTEHH, OTHOKpPATHO
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Ol - CYSLEAMHULIA

B - CYBLEAMHULIA

D

MEMEPAHA

LUMTONNA3MA

NH,

D
D
D

Puc. 8. Membpanunas mononocuss o- u f-cyoveounuy Na,K-AT@as3zol.
Cmpenkoii ommeyeH HAPYICHbIL YUACOK, SAGIAIOWUICT CHeYupuUUecKum
peuenmopom 0jisi cepOeyHbIX 2IUKOZUOOS.

nepecekaromuii  MemoOpany  (puc.  8),
UrpacT pojib IIanepoHa M HEO00XOuMa
JUIS  CO3PCBaHUs,  JIOKANW3allUH |
cTaObMIu3anuu OEIKOBOrO0 KOMILIEKCa B
IuIa3MaTuieckod memoOpane. Bo3moxkHO
TaKXke, 4YTO0 CyOheIWHUIA [3 y4acTBYeT B
Moxynsuuu aduaHOCTH SH3uMA K Na' n
K. OYHKIUH Y-CyOBETUHUIBI (MMEIOICH
OIWH TpaHCMEMOpaHHBIH JOMEH) IO
KOHIIa HE M3BECTHBI, MPEANOTI0KUTEIBHO
OHA MIPAeT MOIYJIUPYIOIIYIO POJIb .

3.2. H3zogpopmor
AT®Da3ot

cyoveounuy Na,K-

Jns MIICKONMTAIOMMX B HACTOAIICE
BpeMsI M3BECTHBI 4YEThIpEe H30()OPMBI O-
cyosenuauis (ol — a4), Tpu u30¢hopMBI

B-cyobemuanuer (Bl —  PB3) Na,K-
AT®azst w oga usodopma  y-
CyOBeIMHHMIBI, KaXnash W3 KOTOPBIX

KOJIUPYETCS COOCTBEHHBIM T€HOM.

N3odopmsl 0L-CyOBe TUHUIIBI
pas3jindaroTcsa 10 YYBCTBUTCIHLHOCTH K

noHaM Na' u K', AT®, ropmoHaMm u
(PU3MOIOTUYECKUM CTUMYJIAM, a TaKXKe K
cnenuduyeckomy  Omokatopy — Na,K-
AT®a3pl yabanHy ¥ JIpYrHUM CepIeUHBIM
mmko3uaaM. Hawmbonbiiee pasnuuue B
appuaHOCTH O wu30hOpM K yabauHy
HaOMoaeTcss y TPBI3YHOB: KOHCTAHTA
OmokupoBanus n30popmel ol cocrasser
~ 10 — 100 mxM, Torma kak ais u3oopm
02 — o4 9Ta KOHCTaHTa Ha 2 — 4 mopsiaka
HIDKe (cM. 0030p: Dobretsov, Stimers,
2005). KomOraanmu pa3nmuaHbIx n30¢opm
o- W P-cyOpenumHUIl  OOCCIIEYHBAIOT
JIOTIOJTHUTEIBHOE Pa3sHOOOpa3ne CBOWCTB
Na,K-AT®a3p1.  DOkcmpeccust — pa3HBIX
n3zoopMm perynupyercs IO-pasHOMY B
3aBUCHMOCTH OT TKaHH, THNA KJIETKH,
CTaJM1 Pa3BUTHsI OPTaHNU3Ma, a TAKXKe 10/
JICCTBUEM OIPE/ICIICHHBIX TOPMOHOB W,
BO3MOXXHO, B 3aBUCHMOCTH OT YpPOBHSA
KJIETOYHOM aKTHBHOCTH.

Nzodopma ol oOHapykeHA MPAKTHUECKH
BO BCEX JKMBOTHBIX KieTkax. Kietkn
HEKOTOPBIX  TKaHEHl  JKCIpeccupyroT
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TOJIBKO 3Ty HU30hOpMy (SPHUTPOIHTEI,
MOYKH). B OONBIIMHCTBE TKAHEH KICTKH,
MOMHUMO 0.1, 3KCIIPECCUPYIOT TaKKe OJHY
n3 modpopm a2 — o4. Nzodpopma o2
oOHapy>keHa B CKENEeTHBIX, TJIaJKUX U
Cepﬂe‘lHOﬁ MbIHIAax, B TJIMAJIBHBIX
KJIeTKaX ¥ B HEKOTOPBIX HEHpOHaXx;
nzodpopma o3 mpeobiamacT B HEPBHOU
Tkanu. M3odopma o4 noka oOHapyxeHa
TOJILKO B CEMCHHHKAX U criepMe (0030pHI:
Sweadner, 1995; Blanco, Mercer, 1998;
Mobasheri et al., 2000; Lopina, 2001;
Dobretsov, Stimers, 2005; Mijatovic et al.,
2007).

[IpyHUMNIHATIBHO Ba)XHO, YTO OCHOBHYIO
HACOCHYI0 (DYHKILIMIO B KJIETKE BBITIOJIHSET
n3zodopma al, Torna kak u30PpopMeI o2 —
o4 SIBIISIFOTCS BCIIOMOTaTEIbHBIMU
(perynaropusiMu). Tak, B cepaeuHol
MpIIIe u3ohopmMa 02 paccMaTpUBACTCS
KaK KJIIOUEBOH PpEryJsTop KaslbI[MEBOTO
Gamamca uepes cucremy Na',Ca®" o6mena
(Mathias et al., 2000). B ckenernoi
MBIIIIIIE uzodopma o2 MOJET
y4acTBOBATh B PEryJSILMU MBIIICYHOTO
anekrporenesa (Krivoi et al., 2003; 2006).
B w™o3ry akruBamus u30pOpMEl o2
TJIHATbHBIX ~ KJICTOK  IO3BOJIAET,  IO-
BUIUMOMY,  S((}EKTHBHO  YCTPaHATH
M30BITOUHBIH BHeKIeTOuHBIH K (oM:
Blanco, Mercer, 1998). M3odopma a3,

BEPOSATHO, TPETATCTBYET  H3IIUIIHEMY
HaKomneHHio Na' B TOHKMX HEpPBHBIX
OKOHYAHMAX TMPH YaCTBIX  pa3psmax
HEHPOHOB H, MIPEIIONI0XKUTENBHO,
y4acTByeT B TOJICPIKAHHH
CHHAIITHYECKOTO MIPOBEACHUS B
CepACYHOM M CKEJETHOM  MBIIIIIE.
®dusnonornyeckas 0COOCHHOCTD
uzopopmel o4, HEOOXOmUMOW I
obecreyeHus MTOABYIKHOCTH
CIICpPMATO30HIOB, 3aKII0YaeTCs B
perynsuuu  ypoBHs H'  3a  cuer
CONPSDKEHHOH  paboTBHI C  cHCTEeMOHU

Na" H"-06mena (Woo et al., 2000).

M3odopma al Na,K-AT®az6
PaBHOMEPHO pacnpezeneHa B

MTa3MaTHYECKOM MeMOpaHe.
XapaxtepHoit 0COOEHHOCTHIO
perynmaTopHeIx u3opopm o2 — o4
SBJSIETCSl MX JIOKaIM3aus B 0co0o
OpraHrn30BaHHBIX MUKPOJOMCHAX,
00pa3oBaHHBIX TIa3MaTHYECKOM
MeMOpaHOi u

capko(3HJI0)IIa3MaTHICCKIM
peTuKyayMoM. B 3Tux KoMmapTMeHTax

OCYIIIECTBIIACTCS CONPSDKEHHOE
(yHKINOHHPOBaHHE PETYISATOPHBIX
n3zodopm Na,K-AT®as3st c
TPAaHCHOPTHBIMH MeXaHH3MaMH,

3aBucsIMME oT rpaguenta Na™ (Ca’'- u
H'-00MeHHHUKH), ¢ TaKMMH KIETOYHBIMHU
KOMIIOHEHTAMH KaK MHTOXOHJPHH, a
TaKkke C HMOHHBIMH  KaHaJlaMH |
penenropamu (Arnon et al., 2000; Woo et
al., 2000; Aizman et al., 2001; Xie,
Askari, 2002). ITompobHee 3TOT BOmpOC
Oynmer paccmotpeH B dwactu 3.4. Ilo-

BUIIMOMY, JIOKaJIH3alIHs Ppa3HBIX
n3odopm B crenuduIecknx
KOMIAPTMEHTaX KIETKH O0ecIeunBaeT
ABTOHOMHOCTb ux peryJsnumn

pasnuuHbIME (akTopamu. Kak mokaszaHo B
KapJAUOMHOIIUTAX  MOPCKOM  CBHHKH,
n3odpopma ol CENeKTHBHO peryIupyercs
KaTexoJIaMUHAMU yepes B-
aJIpEHOPELIEITOPBI u AX yepes
MYCKapHHOBBIC XOJUHOPEUECHTOPHI IPU
y4acTUM aJeHWIaTuukiIazel U HAMO-
3aBUCUMOMN MIPOTEUHKUHA3BI A.
H3odopma 02 TakKe peryaupyercs
KaTexoJlaMHHAaMH,  HO  uepe3  O-
aJpCHOPCIENTOPEI,  CONPSIKCHHBIE  C
tocponumazoit C n $hochonHOZUTHIHBIM
MyTeM  peryisiiuil  [pH  yYaCTHU
npotenHkrHa3sl C (Mathias et al., 2000).

Uro kacaercst n30hopM P-CyObeTMHHIIBI
Na,K-AT®a3mI, TO 00 Hx
(HYHKIIMOHATBHON crenraIn3aun
HM3BECTHO €Ile MEHbIIe, 4YeM 00 o-
cyopenuannax. Mzodopma B1, momoGHO
al, 9KCIIPECCUPYETCS BO BCEX
HCCIICIOBAaHHBIX TKaHAX; [32 MIMPOKO
NpEe/ACTaBlIeHa B IIOYKAaX, CKEJECTHBIX H
[JIaKUX MBIIIAX, CcepJle, HEPBHOU
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cucTeMe; B3 MPEUMYIICCTBEHHO
JKCIPECCUPYETC B  CEMEHHHKaX, HO
oOHapykeHa TakKe B MO3re, MOYKax u
JIpyTUX  BHYTpPEHHMX  opraHax (cM.
0030pbl: Mobasheri et al., 2000; Lopina,
2001).

B ormimmume ot nzodopm o-cyObeqMHUIIB,
AMEIONINX CTENeHb TOMOJIOTHH Oolee
90%, B TOM 4HCIIE Y OYEHb Pa3HbIX BUJIOB,
130 OPMEL B-cyOBpenuHUIIBI
TOMOJIOTHYHBI JIMIIG npuMepHO Ha 40%
Jaxe B mpeaenax ogHoro suaa (cM. Gloor,
1997; Blanco, Mercer, 1998). B
HEKOTOPBIX KJIETKaxX JKCIPECCHPYIOTCS
Tpu n30¢hopMBl O-cyOsenuHuIE (al, a2,
0o3) U KaKk MHHUMYM JB€ H30(OpMBI [3-
cyosequuaniel (B1, B2), dro mo3Boiser
MPEATOI0KUT COCYIIIECTBOBaHUE
JIUMEPOB JIFOOBIX BO3MOXKHBIX
KOMOUHAIMKA (TOYHBIA COCTaB HATHBHBIX
¢dopm Na,K-AT®da3p, Kkak mpaBuio,

HemsBecTeH). OHAKO B ONBITaX C
JKCIIpeccuen B reTepOJIOTUIECKIX
KJIEeTKax  MOKa3aHo, 4YTO HE  BCE
koMOuHanuu  wu3opopMm o- U f-
CyOBbeIMHHI] PaBHOBEPOSTHBI, u
CYWISCTBYIOT pa3iH4yHusi B  CPOJCTBE

Ppa3HbIX M30(OPM O K Pa3HBIM H30(popMam
B. Tak, mpenMmymiecTBeHHO 00Opa3yroTCs
HanOonee crabwibHble auMepbl alfl u
a2B2 (a taxxe, BeposTHO, ai2f1), HO He
alB2. Jpyrue  coyeTaHuss ~ MOTYT
00pa30BBIBATHCH, TOJILKO eciu
OTCYTCTBYET «HYyXHast» wu3opopma. Ilo-
BUAUMOMY, in Vivo ciyyaitHoe
(opmupoBanue «CHEXENaTEeIbHBIX)
KOMIUIEKCOB HE MPOUCXOIWT Omaropaps
MPOCTPAaHCTBEHHOMY W BPEMEHHOMY
pasleNeHUI0 CHHTE3a Ppa3IuYHBIX
n303uMoB  Na,K-AT®a3el, u  >TOT
MpolLecc, CKOpee BCEro, peryjupyercs: Ha
ypoBHe 3kcnpeccuu reHoB (Schmalzing et
al., 1997).

Humepsr Na,K-AT®a3er, conepxamniie
pasHeie  m30opMel  B-CyOBEIUHUIIEL,
OYeHb Majo pa3nuyaTCs 1o

KatamuTHdeckol aktuBHOCTH (cM. Gloor,

1997). CrnenoBaTenbHO, pa3Hble
n30popMBl  B-CcyOBEIMHUIBI, HMEIOIIHE,
KakK CKa3aHO BBIIIIC, CYIIECTBECHHLIC
pasnuuusi B CTPYKTYpE, OINPEIEIsIoT
Kakue-To Jpyrue CBOWCTBAa (hepMEHTa.
YuuTeIBas, 4TO 3Ta CyOBEIMHUIA MTPACT
poIb «IIarepoHay, MOYKHO
MIPEATIOJIOKUTD, YTO Pa3HbIE €€ H30(OPMBI
o0ecrieunBalOT JOCTaBKY M BCTpaMBaHHE
COOTBETCTBYIOIIMX  M303uMoB  Na,K-
AT®a3sl B onipesieieHHbIE CYOKIETOYHBIC
komnapTMeHTHI (Schmalzing et al., 1997).

B 3TOM KOHTEKCTE BayKHO OTMETHTH TaKOH
HHTEpeCHbI (akT, urto B2 wusodopma
Na,K-AT®a3pl MO3ra MBI OKa3ajgach
WJCHTUYHOMN TJIMATBHOM MOJIEKYJIE
aaresun (AMOG, adhesion molecule on
glia), KoTOpast omocpenyeT CBI3b MEKIY
actpouutamu u  HeWponamm [[HC
(Schmalzing et al., 1992). B omsiTax in

vitro 3Ta MOJIEKyJIa croco0Ha
aCCOIMUPOBAThCA C  O-CyOBEIUHUIICH
Na,K-AT®as3st c obpa3oBaHHEM
(dyakuoHampHOTO  epMmenTa.  boiee
toro, AMOG  obnamaer  HeWpwur-
CTUMYJIMPYIOIIEH AaKTUBHOCTBIO, M, KakK
OKazajioch, TaKUMHU JK€ CBOMCTBaAMH

obnamaer B2- (Ho He Pl-) cyObenuHuIa
Na,K-AT®azpr (cm. Muller-Husmann et
al., 1993; Gloor, 1997). Bce atu ¢akts
JIAI0T OCHOBaHHWE ToJarath, 4ro [32-
CyObCIUHMIIA MOXET YYacTBOBaTH M B
KaKHX-TO JIPYTHX MEKKIECTOYHBIX
B3aNMO/IEHCTBHUAX, HanpuMep,
OTPECISIIONINX JIOKAIU3AIMI0 U303UMOB
Na,K-AT®a3sl, coepKalux
peryJsTOpHbIC 130(OpMBI o-
CyObequHHIBI (2 WMEHHO C TaKOBBIMHU
MPEUMYIIECTBEHHO acconuupyercs $2), B
OTPE/ICTICHHBIX MUKPOJIOMEHAX.

Hakonen, ciemyer  yHOOMSHYTb Y-
cyObenuHMIly, XOTs 00 ee wu3opopmax
Majo YTO M3BECTHO, U €€ POJb OCTaeTCs

3aragoyHoil. B ormmume ot f-
cyObe/MHMIBI, OHa  HE  SIBISETCA
KOMITOHEHTOM, HEOOXOAMMBIM  JUISt

CTPYKTYPHO-()yHKIIHOHATIBHOTO
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cospeBanust  Na,K-ATDa3zer u  ee
BCTpauBaHus B MeMOpaHy. Harpotus, oHa
CTa0MJIBHO BCTpauBaeTcs B MeMOpaHy
TONBKO Oyay4d acCOUMHPOBAHHOW CO
3penbiM KomiiekcoMm off. CyObenuHuma y
UMEET BBICOKYIO CTEMECHb TOMOJIOTHH C

HETaBHO OOHAPY)XCHHBIM  CEMEHCTBOM
MEMOpaHHBIX  OEIKOB-KaHAIO(POPMEPOB,
XapaKTePU3yIOIIUXCS OJTHUM
TpaHCMEMOpPaHHBIM JIOMEHOM

(pocthonemman, CHIF m gp.), xoropsie
paccMaTpuBalOT B Ka4eCTBE PEryJIsATOPOB
HOHHOTO TpaHcmopra. Bo3MoxHO, B
OIIpe/IeNICHHBIX YCIOBHAX Y- CyObeANHUIIA
MOXKET paboTaTh KaK MOHHBIM KaHal
HE3aBUCHMO OT o 1 3 cyOorenuuun Na,K-
AT®a3s1 (cM. 0030psl: Mobasheri et al.,
2000; Lopina, 2001).

3.3. Hzopopmur a-cyovedounuyvt Na,K-
AT®as3vl ¢ ckeremuoii movluiye

CKeNeTHBI HEepPBHO-MBIIICYHBIN ammapar
YpEe3BBIYAHO WHTEPECCH C TOYKU 3PEHHSA
aHanmm3a (YHKIHMOHATBHOU
CIieIuaau3auu H3031UMOB Na,K-
AT®a3p1, T.K. 37€Ch JKCIPECCUPYIOTCA
TPU M3 U3BECTHBIX YeThIpeXx u3odopm o-
CyOBETUHHUIIBI Na,K-ATda3zsl. B
CKCJICTHBIX MBINICYHBIX BOJIOKHAX W B
CHHANTUYECKON IIBAaHHOBCKOM  KIIETKE
IKCIpeccupyrTes uzopopmsel ol u o2, B
MOTOPHBIX HeWpoHax — m30hopMbl ol u
a3 (Blanco, Mercer, 1998; Mobasheri et

al., 2000). BaxHO OTMETHTB, YTO
usodopma a3 JIOKaJIM30BaHa B
NPECHHANTHYECKOH  YacTH  HEpBHBIX
BOJIOKOH, oOpareHHOH K
MMOCTCHHANITHYECKOW 30HE (Zahler et al.,
1996).  VYcraHoBieHO  TakXke,  UTO
nzodopma a3 creruduaecKku

JKcIpeccupyercss B apPepeHTHBIX |
3¢ depeHTHBIX aKCOHaX, MHHEPBUPYIOIINX
UHTpady3aJbHBIE BOJIOKHA PELENTOPOB
PpacCTAXKECHUA CKEJIEeTHOU MBI bI
(Dobretsov et al., 2003).

o (hHU3HOTOTHIECKOM
(hyHKIHOHATHHOH

pomnn "
CHeHaTH3aIH

nzodopm o-cyorenuannbl Na,K-AT®dazsr
B HEPBHO-MBIIIIEYHOM aIfapaTe W3BECTHO
maso. B YacTHOCTH, HesiCHa
(huznomorunyueckas poss uzodopm al u a2
B TOJAEpKAaHUU  BO3OYJUMOCTH U
COKpAaTUTENbHBIX  CBOHCTB  CKEJIETHBIX
MBIIIICYHBIX ~ BOJOKOH (T.. CBOMNCTB,
3aBHUCSIIHNX oT TpaHCMEMOPaHHBIX
rpaJueHTOB Na" u K u MEMOPaHHOTO
MmoTeHIManza, obecrneunBaeMblx Na,K-
AT®a3o0it). Hesicen u ynmenpHBIA Bec
aKTUBHOCTH 3THX wm30(opM B oOmmem

anekTporeHHoM Bkiage Na,K-Hacoca,
KOTOPBII  JTOTIONIHUTEIHHO  ITOBBIIIACT
BEeIMYMHY MEMOpPaHHOTO  IOTCHIHANA

MOKOSI CKEJIETHBIX MBIIICYHBIX BOJIOKOH
Ha 10 u 6onee mMB (Hicks, McComas,
1989; Nikolsky et al., 1994; Krivoi et al.,
2003). Bmecre ¢ Tem, aktmBanmms Na,K-
AT®a3pl NPUHLUIUANBHO BaXKHA IS
MOJIICPIKAaHUS. COKPATUTEILHOU (DYHKIIMU
u paboTocmocoOHOCTH HEPBHO-
MBIIIEYHOIO  afmapata B  YCIOBHAX
JEUCTBHUS  abTEPUPYIOIUX  (HaKTOPOB,
HaIpumep, npu YTOMIISAIOILEN
akTUBHOCTH. Tak, axktmBamug Na,K-
AT®a3p1 kaTexonaMUHaAMH, HHCYJIHHOM H
HEKOTOPBIMA  JIPYTMMH  TOPMOHAMHU
SIBJISIETCS penapmumM (hakTopoMm
BOCCTaHOBJICHUS paboToCIoCOOHOCTH
MBIIIII, MApaTH30BAHHBIX H30BITKOM K
(cm. o630per: Sejersted, Sjogaard, 2000;
Clausen, 2003).

Opaxmms a2 msopopmsl Na,K-ATDa3s! B
CKEJICTHBIX MBIIIEYHBIX BOJIOKHAX
pasHOro THIIA WM B 3aBUCHMOCTH OT
YCIIOBHI BappUpyeT oT 35 g0 65 %
(Haber, Loeb, 1988; Lavoie et al., 1997;
Thompson et al., 1999), a mo HekoTOPHIM
JIaHHBIM nocturaet 6onee 80 % (He et al.,
2001). IIpenmonaraercs, 4ro u3opopma
ol  paBHOMEpHO  pacmpesieneHa B

MOBEPXHOCTHOM IUIa3MaTHICCKOM
MemOpane, Toraa Kak wusodopma o2
MPUCYTCTBYeT H B  IOBEPXHOCTHOU

MeMOpaHe, HO IpeuMmymiecTBeHHO B T-
CHCTEME CKEJIETHBIX MBIIICYHBIX BOJIOKOH
BOm3u Tpuax (Cougnon et al., 2002).
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Jo wuemanmero Bpemenm pomb ol m o2
n30(hopM B MOJJEPKAHUM IIEKTPOTreHE3a
U COKpPATHUTENbHBIX CBOMCTB CKEJIETHBIX
MBIIICYHBIX ~ BOJIOKOH B OCHOBHOM
UCCJEOBAIUCh JIMIIb B OIBITAX Ha
Mbinax sMoproHoB (Radzyukevich et
al., 2004) u myranTHbIX %kHUBOTHBIX (He et
al., 2001). Oxa3zanoch, 4YTO CKEJIETHBIC
MBIIIIIBI MYTaHTHBIX MBIIIEH c
I0JIaBJICHHOH dKcTIpeccueit 02 M30(OpMEI
(He et al, 2001), a Takke
SMOPHOHAIBHBIE  CKEJICTHBIC  MBIIIIIEI
MBIIIeH BooOmEe 0e3 JaHHOW H30(OPMBI
(Radzyukevich et al., 2004)
JEMOHCTPUPOBAIN HOpMaJIbHBIE
COKpaTUTENbHBIE  XapaKTePUCTHKH U
pabOTOCIIOCOOHOCTD.

Jlump HemaBHO B ONBITaX Ha 3pEJbIX
CKEJICTHBIX MBIIIIAX HOPMAIBHBIX (HE
MYTaHTHBIX) KpbIC OBUIO IIOKa3aHO, YTO
OCHOBHYI0O  pOIb B  HOJJCPKaHUU
3JIEKTPOreHe3a AnadparMaabHON MBIIIIIE]
urpaer ol wuzodpopma (IMEKTPOTSHHBIN
BKiIany okoyso 15 w™mB);, Bkmag B
MEMOpaHHBIA IOTEHIMAN TIOKOS 02
n30(OPMBI OTHOCHUTEIIFHO HEBENHK (~4 —
5 MB). Otu paHHBIE COOTBETCTBYIOT
JPYTHM CBEICHUSM, COTJIACHO KOTOPBIM B
mokoe wu3odopMa 02 MaJOaKTHBHA B
muoreHHeix kietkax C2C12 (Higham et
al., 1993), a Takxke B acTpOIUTAax, TIc €
BKJIa]] CTAHOBHUTCS 3aMETHBIM TOJBKO IPH
AKTUBAIHH [JIyTaMaToOM (Pellerin,
Magistretti, 1997). Bpuio ycTaHoBiIeHO
TaK)Xe, YTO JIaKe MOJIHOE I0JaBicHUE o2
n30(opMbl yaOaHOM XOTS U BBI3BIBACT
PSR HapyIIeHWH B IIpOLECCE TEHEPALUH
MBIIICYHBIX MOTEHIMATIOB JCHCTBHA, HE

MIPUBOJIUT K HapyLIEHUSAM
COKpATUTENbHON (YHKIMHA MBI TpU
OJIMHOYHOM, TeTaHUYECKOMH u

yrommsoniet ctumynauun  (Kpusoit u
Ip., 2006 a).

MHoroe ocTaeTcsi HESICHBIM B OTHOIIIEHHH
MEXaHHU3MOB peryisanuu uzodpopm Na, K-
AT®a3sl B ckenreTHO# Mblmine. ITokasaHo,
YTO THPEOUAHBIE TOPMOHBI, HHCYJIUH,
TITIOKOKOPTUKOHIBI, THUIIOKAJIEMUS

00J7a1al0T CENEKTUBHBIM PEryJIHPYIOIINM
BJIMSTHUECM Ha MHAYKIOHUIO WKW aKTUBHOCTbH
UMEHHO u30QopMbl 02 (CM. OO030pHI:
[padkuna, Kpusoii, 2004; McDonough et
al., 2002).

XONMHOMHUMETHKH TaKXE CEJIEKTHBHO
BiusitoT Ha 02 u3opopmy Na,K-ATDazer
B CKEJICTHOW MBIIIIE. XOPOIIO U3BECTHO,
yT0 AX B HAHOMOJIIDHOW KOHLIEHTpaLUH
BBI3BIBACT  HE  Oenoaspuzayuio,  a
2UNEPNONAPUIAYUIO CKEIICTHBIX
MBIIICYHBIX BOJIOKOH 33 CUET aKTHBAI[MU
Na,K-AT®azer (Vyskocil et al., 1983;
Nikolsky et al., 1994). Bruto mnokazaso,
4yro rHnepnosipusyommii 3ddexr 100
HM AX ¥ HUKOTHHA B uadparme KpbIChI
peanmzyeTrcss 3a  CUET  YBEIWYEHHS
SIIEKTPOTEHHOTO  BKJaga MMEHHO o2
n30(opMBI Na,K-AT®a3s1 0e3
W3MEHEeHMsI BkJajga wu3zodopmber ol
(puc. 9), a B ocHOBe >(deKTa JICKHUT
(hyHKIIMOHATIBHOE B3anMOAEHCTBUE
Mexny HXP u Na,K-AT®azoit (Kpasrosa
u ap., 2008; Kpusoit u np., 2006 a; Krivoi
et al., 20006). [Ipu xpoHHYECKOM ACHCTBHH
HETHUAPOIIN3Y MBI aHasor AX
Kap0axonuH U30HUpaTeabHO CTUMYJIHPYET
HHAYKIUIO W30(opMBI 012 B KYJIBTYpE
CKEJIETHBIX MbIIIeYHbIX KieTok C2C12
(Kragenbrink et al., 1996), BbI3bIBas uX
THIEPIIOISIPU3ALHIO. HuTepecno
OTMETUTh, YTO B MO3re KpPBICHI JAPYrou
XPOHMYECKH JefCcTByIOmMN aroHucT HXP
— HHUKOTHUH, TaKXX€ CENICKTHBHO BIISET Ha
sKcmpeccuio  u3zodopmbel 02,  HO
IIPOTUBOIIONIOXHBIM 0obOpazom (Wang et
al., 1994).

B nenoMm, uMmeromiuecs JaHHBIC JICTJIM B
OCHOBY TIPEJCTaBICHUA O MOAYJSALUU
NEKTPOreHe3a  CKEJIETHOU MBIIIIIIBI
XOJIMHEPTUYECKMU JUTaHIaMH,
JIEHCTBYIOIIMMHU B HaHOMOJISIPHOM
KOHIICHTPAIllMM, 3a CYET CeJICKTUBHOW
aktuBaru 02 nzodopmsl Na,K-ATdaze
(Kpusoit u np., 2006 a,6; Kpanosa u mp.,
2008; Krivoi et al., 2006).
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-60

-65

-704

M, mB

YabavH, M

Bknag 8 MMM, mB

YabauH, M

Puc. 9. A — 3asucumocmv membOpanHozo nomenyuara nokos (MIIII)
MbIUEYHBIX BOJNOKOH Ouagpazmvl KpbiCbl OmM  KOHYEHMpayuu yabauua.
Ceemnvle kpyocku — yepes 1 uac Oelicmeusi yabauna, memuvle KPYICKU —
uepe3 15 mun nocne oobasnenus AX (100 uM). BepmukanoHvimu cmpenkamu
nOKAa3amsl paccuumannvle geaudunvl exnaoos ¢ MIII al u a2 usopopm
Na,K-AT®a3vl. B — 3aucumocmu om KOHyenmpayuu yabauna 6Kkiados 6
MIIT ol u a2 wusogopm, paccuumanhvie HA OCHOBE MOOEIUPOBAHUSL.
Cnnowmnvie nunuu — neped oOobasnenuem AX; nynkmupuvie IUHUU — 8
npucymemeuu AX (100 uM). Jannvie agmopos.

MHoro4ncIeHHbIE TaHHBIE IOKAa3bIBAIOT,
YTO B  YCIOBHSX  pasHbIX  (QopM
HaApyIICHUsS JBUTaTCIbHONW aKTHBHOCTHU
CKEINIETHBIX MBIIII] HaOmonaercs
cHiwkenne okcmpeccun Na,K-ATdassl
(Clausen, 2003; 2008), omHaKo HESACHO,
YTO TPOUCXOAUT B OTHX YCIOBHSX C
(hyHKIIMOHHPOBaHUEM ee
HWHIWBUYaTBHBIX U30(OpM. ITo
TIOCTICTHUM JTAHHBIM MBIIIICYHAS
COKpAaTHTENbHAs aKTUBHOCTh SIBISACTCSA
BaYKHBIM (akTopom perysIn
kommaectsa a2 u3odopmel  Na,K-
AT®a3s! B capkonemme (Kristensen et al.,
2008).  VYcraHOBIEHO  TaKXke,  UTO
CHIDKEHHE  TOTeHIWaja  IOKOoS U
BO30YIMMOCTH KaMOAJTOBUIHON MBIIIIIBI
KPBICBI B  YCIIOBHSIX MOJEIHPOBAHMUS
TPaBUTAIIMOHHOMN Pa3rpy3Ku 0OYCIOBICHO
CHIDKCHHEM  3JICKTPOTCHHOTO  BKJIAJa
Na,K-AT®a3sl1, NpU4YeM
NPEUMYIECTBEHHO €€ 02 H30(QOpPMBI
(Kpusoit u mp., 2008).

HenaBHue wuccnenoBaHUs MOKa3aiH, YTO
cnenupuryeckne  uwHTHOMTOpH  Na,K-
ATdassl yabauH (cuHTeTHYECKHHA
Ipernapar) U MaprHOOydareHnH
(M30MMpoBaH M3 MAPOTUIHBIX JKENe3
*kaObl Bufo marinus) 3a cdet NeHCTBUS Ha

a2 u3zopopmy Na,K-AT®dazbr
YBEIHYUBAIOT cuiy COKpaIleHUH
quadparMbl  KPBICHI  (TIOJIOKHUTENBHBIH

MHOTPOMHBIN 3 dekT) Ha ~15% c OKsy =
1.2 EM u 0.3 HM CcOOTBETCTBEHHO (pHLC.
10) (Kpueo#t um gp., 2006 a,8). Otm
KOHLICHTPALMH COOTBETCTBYIOT YPOBHIO

MUPKYIAPYIOIIHX DHIOTE€HHBIX
MTUTATHUCOIIO00HBIX HHTUOUTOPOB
Na,K-AT®da3sl, cpenu KOTOPBIX
0OHapPYKEHBI yabauH- u

MapuHOOy(areHHH-IOI00HBIC  BEIICCTBA
(cm. mogpoOHee 3.5).

Takum oOpa3om, nake monHas OJOKazna
a2 wm3zodopmbl Na,K-AT®Pa3bl, a Takxe
CHIDKCHHE OKCIPECCHUH, JHOO MOJHOE
OTCYyTCTBHE  3TOW  W30(OpPMBI,  HE
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254

204 K, =1.2HM

3K ,=0.3HM

YcuneHue ckpallenuit, %

16'“’

10°

10°®

KoHueHTpauma, M

Puc.

10. 3asucumocmv ysenuyeHus  Cusvl

OOUHOYHBIX ~ COKpAauUjeHull

ouaghpazmvl  Kpvicvl (6 % K KOHMPONIO) Om KOHyeHmpayuu yabauna
(memmuvle Kpyscku) uiu mapurodypazenuna uz napomuonvlx ogicenes Bufo
marinus (ceemnvle Kpysicku) yepes 1 uac oeticmausi smux gewecms. Ilpsmas
cmumynayusa moiugy. Cniouwinvle TUHUY PACCYUMAHbL NO ypaeHeHuio Xuna.

ﬂaHHble asmopoe.

NPUBOJST K KPUTHYECKUM HapyIICHHUSIM
BO30YAUMOCTH " COKpaTUTEIbHOM
(YHKIIMH CKEJIETHBIX MBIIII, B TOM YHCIIE
MIpH YTOMIISIOIIUX Harpyskax. M3 storo
ClIelyeT, 9TO OCHOBHYI0O pOib B
HOJJICPKaHIH JIEKTPOTreHE3a u
paboTOCTIOCOOHOCTH CKENEeTHOW MBIIIIIEI
urpaet ol wm3odopma, Torma kak poib
n30(opMBI 012 3aKITIOYACTCS B KaKOH-TO
Oonee ToHkoW perymsiuuu. llomydeHHbie
JAHHBIC TIO3BOJIAIOT INPEIIOI0KHUTh, UTO

9TO MOXET OBITH perynsaums
JIEKTPOTeHE3a u COKPAaTUTEIbHOU
(byHKuI/II/I MBIIIbBI  3HAOICHHBIMH U
SK30IN€HHBIMHU XOJIMHEPTrU4ECKUMU
JWTaHAaMd ®  JUTHTAIMCONOAOOHBIMU
WHTUONTOpaMH, IUPKYIUPYIOIIUMH B

HAaHOMOJISIPHOM AHAITa30HEe.

B perymsuuu 3¢ ¢ekTHBHOCTH HEpBHO-
MBIIICYHOW  Tepelayd, IO-BHIUMOMY,
y4acTBYyeT u NpecHHaNTHYeCKast
u3opopma 03, OAHAKO O BO3MOXKHOM
MEXaHU3ME OTOH pPEryJIAlUH HW3BECTHO

ouyeHp Mayno. IlokazaHo mumb, dYTO
yabauH-4yBCTBHUTENbHAsE U30(opma  o-
cyobpemuaniel - Na,K-ATda3er  Moxer
UTpaTh poilb B YaCTOTHO-3aBUCHMOM

MOAYJIAIIUM KBAHTOBOI'O OCBOGO)KI[CHI/IH

MEIMaTopa W3 HEPBHBIX OKOHYAHHA
(Maeno et al., 1995).

3.4. NaK-AT®aza u cepoeunvie
2UKO3UObL

Perynupytomiee neifictBre Ha aKTHBHOCTB
Na,K-AT®a3pl 0Ka3bIBAIOT CEPIACUHBIE
TIAKO3UABI, I[IUPOKO MpPHUMEHICMEIC B
HACTOsIIee BpeMs B KIMHUKE CEpIedHO-
COCYIUCTHIX 3a00JIeBaHMI.

OduranbHas UCTOpPHS — MPUMCHCHUS
CEpJICUHBIX  TJIUKO3UIOB B  JICUCHHUU
XPOHUUYECKOU cepaeUHON
HEJOCTaTOYHOCTH HaumHaeTcs ¢ 1785 r.,
korma Opmia  omyOnmkoBana — pabora
AHTIIMICKOTO OOTaHUKA, MPAKTHKYIOMIETO
Bpaya B. Vaiitepunra, rae
PEKOMEHAOBAIOCh HA3HAYATh OSKCTPAKT
HANICpCTSIHKH TIPH JICUCHUH OTEKOB, H
OBUIO  OXapaKTCpU30BaHO  JEHCTBHE
JIUCTHEB ITOTO PACTEHUS Ha CEPICUHYIO
Mbimiy. OnHaKo B HAPOJHON METUIIMHE
9KCTPAKTHI HEKOTOPBIX pacTeHui
MPUMEHSUTA  JIIS  JICUCHUS  Pa3IMIHBIX
3a00JICBaHUH, CBSI3aHHBIX C HAPYIICHUSIMA
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BOJIHO-COJIEBOTO 0ajiaHca W CepevHO-
COCYIUCTON CHCTEMBI, yXKe HauuHas ¢ 15
BeKka 0 Hameill spel. Hampumep,
mpernapaTsl U3 SKCTPAKTa MOPCKOTO JyKa
(Scilla  maritima) WCTONB30BATHCH B
Ka4yecTBe JIEKAPCTBEHHBIX CpeICTB
IPEBHUMH  CTHIITSHAMH, TpPEeKaMH W
pUMIITHAMH. DKCTPAaKTBl MOPCKOTO ITyKa
VIOOMHHAIOTCS B JPEBHUX KHHTAX W
PEKOMEHAYeTCS B COOpaHISIX COYMHEHHH
l'mmmokpata (oxono 400 ner mo Hamen
9pel) B KayecTBe  JIEKAPCTBEHHOTO
Cpe/CTBa NPOTUB JHype3a.

B Hacrosmee BpeMss B KayecTBe
JNCUCTBYIOIETO HaJala B  OKCTPAKTE
HanepcTsHku (Digitalis) w psga Apyrux

pacTeHMHd  WACHTHOUUMPOBAHBI  TaK
Ha3blBaeMble  CEpICYHBIE  TJIMKO3MIBI
(yabaum, CTpoQaHTHH, JIUTOKCHH,

JIUTUTOKCUH U Jp.). UTHTepecHO OTMETHUTD,
yTo B BOCTOUHOI HapoJHOW MenUIIMHE B
TeX Ke M[eNlsIX U3/1aBHA MPUMEHSIN
9KCTPAKTHI M3 KOKU HEKOTOPHIX ka0 pojaa
Bufo (Blaustein, 1993; Mijatovic et al.,
2007).

HecMoTpst Ha TO, 4TO y»Ke U3BECTHO Ooliee
400 cepaeyHBIX TJIHMKO3HWIOB, BCE OHH
HMCIOT CXOIHOE XHMHUYECKOE CTPOCHHE.
DTO CII0KHBIC OPraHUYECKUEC COCTUHCHHUS,

MOJIEKYla  KOTOPBIX  COCTOUT W3
HECaxapucTol dvacTh (arjiMKOH WM
reHuH) u caxapoB (mimkoH). OCHOBOI
arJvKoHa SIBIISIETCSI CTepouHas
CTPYKTypa, CBs3aHHas y OOJBLINHCTBA
TITMKO3H0B c HEHACBIIICHHBIM
JaKTOHHBIM KOJIBLIOM. Hocurenem
XapaKTEepHOTO KapAHOTOHHYECKOTO
JNEHCTBUA ~ CepAeYHBIX  IVIIOKO3HIOB

CIIY)KUT CTCPOMIHBIH CKEJIET ariMiKOHa,
NpUYEM JIAKTOHHOE KOJIBI[O HCIIOJHSET
poJb IIPOCTETUYECKON TPYIIIbI
(HeOenmkoBass 4acTh CIOXKHBIX OCITKOBBIX
MOJICKYJI).

I'mukoH Moxer OBITH  IIPEACTaBICH
pa3HbIMH caxapamu: D-aurutokcosoi, D-
I0K030#, D-nimmaposoit, L-pamHO301 1
Jap. Uucno caxapoB B MOJEKYJE MOXKET

BapbUpPOBAThCSA OT OJHOTO JIO YETBIPEX.
PacTBOpUMOCTh CEpIIEUHBIX TJIMKO3UIOB,
UX TPOHHUIAEMOCTh 4Yepe3 KIETOYHYIO
MeMOpaHy, CpOJCTBO K OeJIKaM IUIa3Mbl U
TKaHel, a TaKkXKe CTENEeHb AaKTHBHOCTH H
TOKCHYHOCTH 3aBHCHUT OT CaxapHCTOTO
ocraTka (TJINKOHA).

B 3aBUCUMOCTHU oT CTPOEHUS
HEHACBIIIIEHHOTO JIAKTOHHOTO KOJIbIIa BCE
Cep/ICUHbIC TIIMKO3MIBI JEJSITCS Ha B
TPYNIbI:  KapACHOJIHMIbl, B  COCTaB
KOTOPBIX BXOJUT ISTUYICHHOE KOJBIO
(yabawH,  TIHMKO3WABI  HAIEPCTSHKH,
ctpodanta u ap.), u OydanueHOTHIB C
[ICCTUWICHHBIM ~ JIAKTOHHBIM  KOJIBLIOM
(mammprmep, MapuHOOYypareHnH 3
MApOTHIHBIX Keie3 kalbel Bufo marinus)

(puc. 11).

Cep)leqHI)IC TJIMKO3U IbI BBICOKO
TOKCHUYHBI B BBICOKHMX KOHLCHTpALUAX, HO
B HHU3KHNX J03ax OKa3bIBarOT
MOJIOKUTCIIBHOC MHOTPOMHOC I[CP‘ICTBI/IG u

IIUPOKO  TPUMCHAIOTCA B KIIMHHUKE
CepICYHBIX 3a00JICBaHUIA.
DU3HOIOIMUYECKOE NIEHCTBUE CEPAECUHBIX
[JIMKO3UI0B 00yCIIOBIICHO ux
CIIOCOOHOCTRIO  CBsi3BIBaThC ¢ Na, K-
AT®a3oli wu wuHrHOMpoBaTh €€ B

OOJILIIMHCTBE TKAHEH C OYEHH BBLICOKOM
ad¢unHOCTRIO. Kak yke cka3aHO BbIIIC

(cm.  puc. 8), MecTOM  CBSI3BIBAHUS
(peuieniTopoM) CEpACYHBIX  TIIMKO3UIOB
SIBJISIETCS HapYyKHbIH Y4acTOK

AMHMHOKHCIIOTHOH LENH O-CyObeINHHIIBI
(hepmeHTa.

JlnutenbHOoe  BpeMsl  CUMTAlOCh, YTO
MeXaHU3M MIOJIOKUTETHHOTO
HHOTPOIIHOTO  JICHCTBUSA  CEpAEYHBIX
TJINKO3HU/IOB, MPOSIBIISIONIETOCS B
YCUJICHUU COKpaIlleHU cepaua,
3aKJII0YaeTCs B YaCTUYHOM
narubuposannn  Na,K-AT®a3p1, uro

NPUBOJUT K IOBBILICHHIO KOHLICHTPALUH
Na' B murosonme KieTkd. DTO BeleT K
nonasieHno dKkckperun Ca’’ M3 KIeTKH

+ 2
gepe3 ¢epmeHTHyI0 cucremy Na ,Ca™ -
o0OMeHa, B pe3yJIbTaTe Yero IOBBIIIACTCS
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Puc. 11. Cmpyxkmypuvie ¢opmynvt yabauna, 20e R- pamnosa (A) u

mapunobygpazenuna (b).

BHYTpHKJIETOUHOE cofepxkanue Ca’. Ito,
B CBOIO OuY€pe/lb, BHI3HIBAET YBEIUYECHHE
KOHIIEHTPALUH Ca" B
CapKOIIa3MaTUYECKOM PETHKYIyME, YTO
MPUBOJIUT K MOBBIIIEHHOMY BBIOPOCY Ca*
B OTBET HA MPUXOMAMIMN HOTCHIHAN
JICUCTBHS M, KaK CJICJCTBUE, K YCUICHHIO
COKpaIIeHu#l  cepama (cMm.  0o030p:
Clausen, 1998).

B cootBeTcTBHU C NOoCJICAHUMHU NaHHBIMU,
Na,K-AT®a3a BoBieueHa B Tropaslio
0onee CIIOKHYIO CHCTEMY PETYJISIIHA
BHyTpuKneToynoro  Ca’’-curmana  u
JPYTUX  KJIETOYHBIX  MPOLIECCOB B
KapIUOMHOIIUTAX. Tokasano, 4TO
Cep/IeUHbIC TJTUKO3U/IBI BBI3BIBAIOT
Me/JICHHbIE KoJieOaHWs ypPOBHS Ca2+, HO
HE BO BCEM IMTO30JIe, a TOJIBKO B
yaactkax kinacrepuzamun Na,K-AT®da3zwr
¢ Na',Ca¥- (Na"H'-) ob6MmeHHHKaMH,
pa3IMYHEIMU Ca*-xaHanamu u
penentopaMu B MeCTax  TECHOTO
MIPIJICTAHMs TUTa3MaTHYCCKOW MEMOpPaHBI
K capKo(3HJI0)IIIa3MaTHIECKOMY
PETHKYIYyMYy M MHUTOXOHAPHSIM. DTO TaK
HaspiBaemass Mojenb «Plasmerosome»
(Blaustein, Golovina, 2001; Scheiner-
Bobis, Schoner, 2001; Schoner, Scheiner-
Bobis, 2007). B cooTBeTcTBUU ¢ 3TOM

MOJICITBIO npu YaCTUYHOM
nurubupoBanun Na,K-ATda3wl (mpexne
BCEr0, PEryJsATOpPHBIX H30hopMm a2/a3) B
3THX Y3KUX MPUMEMOPaHHBIX
MIPOCTPAHCTBAX c OTpaHUYEHHOM
nuddysueii mpoucxoaut HakorueHue Na*
¥, KaK CJeACTBHe, - Hakomienne Ca’’ B
pe3ynpTaTe  yMEHBIICHUS  JIKCTPY3HH
IIOCHETHETO Na+,Ca2+—O6MeHHI/II(OM.
3HAYNTEIPHOE YBEIHUYCHHUE JIOKAIbHOW
xoHuenTpamuu Ca’” jocTHraercs Takxke

3a cUeT ero BXOJa uepes
MMOTCHITNAJIO3aBUCUMBIC H JIeTIO-
3aBUCUMBIC Ca’"-kaHaubl
Iula3MaTu4eckod MemOpanbl. B cnoxHoM
CHCTEME peryssuu JIOKAJIbHOK
KOHILICHTPALINKA Ca2+, BIUSIIOIEN Ha CHITY
COKpallleHU! CcepleyHOM U  IIIaJIKUX

MBI, ydacTByloT Takke Ca’’-ATdasza
capko(HI0)IIa3MaTHIECKOTO
petukyinyma, IP;- u  puaHOAMHOBBIM
penenTopsl (puc. 12).

B mome3y TOro, uTO MOJOKUTEIHHBIN
MHOTPONHBIN  3ddekT ocymecTBiseTcs
uMeHHO 3a cuer o2 uzodopmbl Na,K-
AT®aszsl, CBHUJIETEIbCTBYIOT
HCCIIEJOBAHUS Ha TCHETHYECKH
MOIUGUIMPOBAHHBIX MBIIIAX. Y MBIIICH,
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KanbuueBble
KaHanbl

(o] a2+

Na,K-AT®aza

Capko-aHoonnasmMaTu4eckui

Na*,Ca®-
oBMeHHUK

o2/a3

(o] a2+

peTuKynym

Puc. 12. T'unomemuueckasa cxema yuacmua Na,K-AT®aszver u cepoeunvix
2MUK03U0086 (Kapouomonuueckux cmepoudos, KTC) 6 pezynayuu 10KanbHOU
konyenmpayuu  Ca’® 6  kapouomuoyume. SERCA — Ca’*-ATdasa
capro(sndo)nnasmamuieckoeo  pemuxyiyma,  IPsR  —  peyenmop
unosumoampugocpama; RYR — puarnoouroswiii peyenmop. Iloopobrocmu 6

mexkcme.

JKCIPECCUPYFOIINX o2 u3odopmy,
PE3UCTEHTHYIO K CEPIICUHBIM TIIHKO3HIaM,
yabauH HE BBI3BIBAI IOJIOKHUTEIBHBIH
WHOTPOIHBIN 3(GQEeKT B CepuedyHOH wu
rmagkoi mermiax (Dostanic et al., 2003;
2005). OTMeTHM, YTO TIIOJOXKHUTEIbHBIH
HWHOTPOITHBIN 3¢ ekt CepICYHBIX
TJIMKO3UIOB OBUI TakXke IIOKa3aH M B
ckeneTHhIX Mbimax (Yamamoto et al.,
1981; He et al., 2001). Mexanusm, uepes
KOTOPBIi OCYILIECTBIISIETCS JTAaHHBIH
3¢ dekT, ocTaeTcss He U3BECTHBIM, OJTHAKO,
M0 HEKOTOPHIM JaHHBIM, OH TaKXKe
peamu3yercs € BOBICUEHWEM o2

n3odopmsr Na,K-ATdazer (Kpusoii u ap.,
2006 a,s).

Baxmno, 4TO MeJICHHEIE Ca*"
OCUWUISALMH BIUSIOT HE TOJBKO HA CHITY
MBIIIICYHBIX COKPAICHUA, HO W 4Yepes
takue ¢aktopsl, kak AP-1 u NF-«B,
TaKke Ha T€HOM M OKCIPECCHIO OENKOB.
Umenno mogo6ubiMu Ca®’ ocHuIsimsaMu
OOBACHSIIOT BIIMSTHUAC CepICYHBIX
TIAKO3WAOB  HAa  TOpoludepanmiio |
muddepeHINPOBKY KIETOK, a TaKke Ha
skcrpeccuto m303uMoB Na,K-ATdazsr.

HCO6XOI[I/IMO OTMCTUTb, YTO CCPIACYHLIC
TJIMKO3UAblI B HHU3KUX KOHHLCHTPALHUAX
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pabory NaK-
ATda3ml. MHOTI'OYHCJIICHHBIX
HCCIIEIOBAHUIX OLLIO YCTaHOBIIEHO
aKTUBHpYIOIIEee JEHCTBUE TJIUKO3UIOB B
HAHOMOJISIPHBIX KoHIeHTparmax (Gao et
al., 2002; Balzan et al., 2007). Ognako
MeXaHU3M, yepes KOTOPBIi
OCYLIECTBIIETCS aKTUBAaLUS Na,K-
ATd®a3p1, moKa 0CTaeTCSA HE H3BECTHEBIM.

MOr'yT AKTUBUPOBATH

B

B HocJIeIHEE BpeMs MIOJIy4EHBI
MHOTOYHUCIICHHbIE JTaHHBIE 0
JIOTIOJTHUTENIBHOMN (ue HACOCHON)

¢ynkun Na,K-ATdazb! kak curHaapHON
MOJIEKYJIBL. DTa QYHKIHS peanu3yercs 3a
cueT (YHKIHOHAIBHOTO ¥  MPSMOTO
MOJIEKYIIIDHOTO  B3aUMOJIICHCTBHA  C
pa3HOOOpa3HBIMH COCETHUMH OeITKaMHu.
Ilpeanonaraercst, 4To 3a CUeT JTOU
CUTHAJIBHOU hyHKIIH cepIcyHbIe
TJIMKO3UIBl M WX DHJOTCHHBIE aHAJIOTH
pEryJIMpYIOT ~ camble  pa3HOOOpa3HbIe
kjaeroynble ¢GyHKuuu (cuHTE3 Oelka,
npomudeparnyio, auddepeHINpoBKy H
rubens KJIETOK, COKpaTHUTEIbHBIC
CBOHCTBa u ap.), OKa3bIBaIOT
npotuBopakoBoe aeiicteue (KpsuioB u
op., 1999; Xie, Askari, 2002; Aperia,
2007; Kotova et al., 2006; Kulikov et al.,
2007; Mijatovic et al., 2007; Schoner,
Scheiner-Bobis, 2007).

B cooTtBeTcTBHM ¢ 01HOM U3 THIIOTE3 (Xie,
Askari, 2002), MpearonaaraeTcs
CyllecTBOBaHME JAByX mnomymsaiuii Na,K-
AT®a3pr: omHa (GYHKIMOHHPYET Kak
WOHHBI  Hacoc, Jpyras 3a  CYeT
CONPSDKEHHS C COCEAHUMH MEeMOpPaHHBIMA
OemkaMy ydacTByeT B MEMOpaHHOH u

BHYTPHUKIIETOUHOI CUTHAJIbHOU
TpaHcaykuuu. Kak  mokazaHo Ui
KapaAnOMHUOUHUTOB, 9TOT CHUTHAJIbHBIN

KacKaJl HAauMHAEeTCs C B3aUMOJEHCTBUSA
yabanna ¢ NaK-AT®dazoi, nanee
BKIIIOYaeT B ce0s  QochoprmupoBaHme
peuentopa 3UHMAEPMAIBHOrO  (akTopa
pocra depe3 Src-KWHA3y, akTHBaIuio Ras
u MAP-kuHa3bl, a TakXke YCUJICHHE
MPOAYKIUU  CBOOOMHBIX  pPaJHWKallOB
KHCIIOpoa B MHUTOXOH/IPHISIX.

Pe3yHLTaTOM SIBJIACTCA aKTHUBalluAa
tdocponumnazer  C, TPaHCKPUIIIMOHHBIX
tdakropoB AP-1 m NF-kB, perymsmus
OKCIIPECCHM TEHOB W CHHTE3a OCJIKOB.
HawuGonee BEPOSTHBIMU
(U3HOTOTHYECKUMH CTHMYJIAMHU 3aIycKa
TaKOTO KacKajga SIBISIOTCS OSHIOTCHHbBIC
JUTHTAIUCOTIONO0HBIE HHTHOUTOPBI
Na,K-AT®a3sr (cM. mogpobuee 3.5) m
W3MEHCHHS BHEKICTOYHOH KOHIICHTPAIUH
K'.

CornacHo pa3pabaTsiBaeMOii B TIOCIIeTHEES
BpeMsi T.H. Mozenun «Signalosome»
(Schoner, Scheiner-Bobis, 2007), Bce
n3odopmbl KaTaJIUTUIECKOM o-
CyObETUHHIIBI MOTYT SIBIISITBCS
KOMIIOHCHTaMHU CHTHAJIBHOTO KOMILICKCA,
COCTOSIIIETO u3 Na,K-AT®da3sl,
petienitopa  AMHACPMANBHOTO  (akropa
pocta u Src-kuHa3bl. B cocraB 3THX
KOMIUIEKCOB TaK)Ke BXOJAT HEHpOHaIIbHAs
NO-cunra3a, Na',Ca? -06MeHHuK,
Ca/Mg-AT®aza u Ca’" xamansl L-twma
(Daniel et al., 2006). B mone3y 3toii
THIIOTE3bl TOBOPAT OOHApYKEHHbBIE Ha OL-
cyobemunune  Na,K-AT®aser  caifThl
CBs3bIBAHMS I KaBCOJHMHA, AHKHPHUHA,
dochounozntua-3-kuuaser (Yudowski et
al., 2000; Xie, Cai, 2003).

[Ipenmonaraercsi, 4YTO CBA3BIBAHUE C
MOJIEKYJION Na,K-ATdaszsr ee
cnenuduyeckoro nurasga  (MOJEKYJIBI

CEpJICUYHOr0 TJIMKO3MJa) TNPUBOIUT K
M3MEHEHHI0 KOoH(opManuu (epMeHTa,
KOTOpoe mepenaercsi OelkaM OKpY)KEHHS
U 3aITyCKaeT CUTHAJIBHBIA KOMIUIEKC. DTOT
KOMIUIEKC CIIOCOOCH 3aIlycKaTh Jajiee

I.[eJ'ILIﬁ pan CHUTHAJIbHBIX KaCKaJaoB,
Y4aCTBOBATb B PCTyJIIUNA  OKCIIPECCHUU
TCHOB u CHHTEC3a OeIKOB qepes3

AKTUBAIMIO TPAHCKPHUIIIIMOHHOTO (pakTopa
NF-xB, a Takke ydacTBoBaTb B
PEIHMKINPOBAHUA MJIa3MaTHIeCKON
MeMOpaHbl. 3a CYeT TaKOi OpraHu3aluu
nepenayn CUTHaja Jake CBEPXHHU3KHE
KOHIIEHTPAllU CEPIICYHBIX TIUKO3UIOB,
HE  BBI3BIBas  OOIIETO  W3MCHCHUSA
akTuBHOCTH Na,K-AT®a3pl, CcrmocoOHBI
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BBHI3BIBATh caMble pazHooOpa3HbIe
¢dusnonornueckue peaknud. M B 3TOM
ciyyae MIPEAIOoIaraeTcs, 4TO

(1)I/I3I/IOJ'IOFI/I‘~ICCKI/IMI/I CTUMYJIaMH 3allyCKa
TaKOro CUTrHaJIbHOI'O KOMIJICKCa SABJISAIOTCA
CCPACYHLIC TJIMKO3UIBI SK30r€HHOM HIIH

SHIOINEHHOM TIPUPOJIBI (Schoner,
Scheiner-Bobis, 2007).

B COOTBETCTBUU C TUIIOTE30M
«Signalosomey», cepAcYHBIC TJIMKO3HIBI
MIPUBOMASAT K U3MEHEHUTIO
BHYTPHUKJICTOYHON KOHI[CHTPAIIUU Ca’’ 3a
CcYeT KOH(GOPMAIMOHHBIX  W3MCHCHUU

Na,K-AT®a3p1. Tak, ycTaHOBIIEHO, 4YTO
HAaHOMOJIISIPHBIC KOHIICHTpAaIu yabamHa
BBI3BIBAIOT BBIOpoc Ca’’ u3 gmemo B
pe3ynbsTare KOH(pOPMAIMOHHBIX
mMeHeHnid N-KOHIa  Ol-CyOBeIIHUIIBI
Na,K-AT®a3sl, HETIOCPEICTBEHHO
B3aumogeicteyrouero ¢ IP; penenropom
CapKOIUIa3MaTHYECKOTO peTHuKyIyMa
(Miyakawa-Naito et al., 2003; Zhang et
al., 2006). B cocraB komiuiekca Na,K-
AT®a3m1 u IP; perientopa MOXKET BXOAUTD
u pochonumaza C. AKTUBHpOBaHHAS Src-
knHa3oi  Qocdommmaza C  moxer
pacuieruiiTh  MeMOpaHHbBIH  pocdoumnug
dbocharnanmmaO3UTON-4,5-MNochaT Ha
IBa COCIIMTHEHMS, CITy’KaITue
BHYTPHUKJICTOUYHBIMH MecceHkepamu: [P;
u nuanwirrnepuH. [unpodmnsaeid 1P;
mipdyHIupyeT B IHTOINIAa3My |

BBI3BIBACT OcBOOOXKmeHHe Ca’’ u3
BHYTPHKJIETOYHBIX JIeno
(capkomnazmMaTudecKkuit PETHUKYIIyM,
MHUTOXOHIPHH), UYTO  HPHBOAUT K

YCWJICHHIO COKpallleHHd B OTBET Ha
MPUXOJAIUEN moTeHIman AercTeus (Yuan
et al., 2005). OcraBmmiics B MeMOpaHe
TUANITTALIICPUH AKTUBUPYET
nporenHknHa3y C, KoTopas  TakKxke
y4acTByeT B perysIn
BHYTPHKJIETOYHON KOHIEHTPALIUN Ca’’ 3a
CYeT PErysIIUd  aKTUBHOCTH Ca”"-

+ 2+
kaHamoB L-tunma m cucremsl Na ,Ca” -

o 2+

oomena. IloBbimeHHbiii BeIOpoc Ca” u3
JICTIO0 MOXET OBITh U PE3YJIHTATOM 3aIyCKa
MAP- k1Ha3HOTO Kackaja npyu akKTHUBALUU
yabamHOM KoOMIUIeKca B cocraBe Na,K-

AT®a3p1, Src kuHa3pl u perentopa
SIHUICPMATBHOTO (hakropa pocra.
AxrtuBupoBanHas B pesynbrate ERK1/2
KiHa3za MoxkeT (ocdopuauposars Ca’'-
Na',Ca?*-06MeHHuK,

KaHaJIbl u
YBEJINYMBas, TaKuM obpazom,
MOJIOKUTEIbHYI0O ~ MHOTPOIHIO  CEp.la
(Mohammadi et al., 2003).

IIpennonaraeres, 4TO CUTHAIIbHYIO

dynkmmo Na,K-AT®daza ocyiiecTBiseT B
Tak Ha3bIBaeMbIX KaBeojax (Schoner,
Scheiner-Bobis, 2007), mpeacTaBisSrommx
co0Oll WMHBarMHAaMM  IIa3MaTHYECKOH
MeMOpaHHI, XapaKTepU3YIOIIHUECs
cnenuprIecKol TUIMUIHON KOMITO3UIHEH
(Kpyreukas u ap., 2003; Parton, Simons,
2007). B ckeneTHOW U CepACIHOI MBIIIIIE
MapKepoM  KaBeod  sABISeTCA  Oelok
kaBeonnH-3. Ilo-BuamMomMy, B KaBeoiax
cocpenoroueHa He Bcesa Na,K-ATdaza.
Tak, Hampumep, B CEpAEYHON MBIIILE
mrb okoio 20 — 30 % ol n a2 uzodopm
Na,K-ATda3s pacronararoTcs B
KaBeoJlaX, TIe OHU KO-JIOKAIN30BaHBI C
kaBeonnHOM-3 (cMm. Kristensen et al.,
2008).

W3BecTHO, YTO CHW)KEHHE AaKTHBHOCTH
Na,K-AT®a3sl compoBOXIaCT Pa3HOTO
POZa MaTOJIOTHYECKHUE COCTOSIHUS MO3Tra U
paccMaTpuBaeTcs KaK OJIMH u3
MEXaHU3MOB HEKPOTHYECKOMI u
AMoNTOTUYECKOM HelpoereHepanum.
OpHako  yMepeHHOe  WHrHOMpOBaHHE
Na,K-AT®da3n1 crenupuIecKumM
6oxkaTopom yabanHOM OKa3bIBacT
HEHPOIPOTEKTOPHOE JefCcTBUE B
HEKOTOPBIX MOZEIAX HEHpOJeTCHEpaIn
(Isaev et al.,, 2000). Hakonem, ecTb
JIaHHbIE O HEHPOIPOTEKTOPHON pONH
cBepxHMKUX KoHmeHntpamuii (0.01 #HM)

ya0anHa, HE BBI3BIBAIOIINX CHIDKCHHS
AKTUBHOCTHU Na,K-AT®a3bl1.
[IpennonoxutensHo, 3TO  JICHCTBHUE

peanu3yercss UMEHHO 33 CUeT CUTHAJIBHOU
¢ynkumn  Na,K-AT®azer npu  ydactun
9HIOT€HHOT 0 AHTHAMONTOTUYECKOTO
nentuga Bcel2 (Golden, Martin, 2006). 1
3€Ch CHOBa OOCYKHAaeTcs BO3MOKHAsS
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POJIb SHIIOTEHHBIX JUTHUTAINCONOAOOHBIX
UHTHOUTOPOB Na,K-AT®da3s1 KakK
(M3HOTIOTHYECKOTO  MOAYJATOpPAa 3TOTO
CHTHAJBHOT'O ITyTH.

3.5. dnoozennvie ananozu cepoeunvix
27IUKO3U10086 (IHO02eHHble
OUUMANIUCONOO0OHBIE UHZUOUMOPDL
Na,K-AT®Daszvl)

To, uro o-cyOsenunuiia Na,K-ATdassr
CIIY)KUT CIICIUPUICCKUAM PEICTITOPOM JIJIST
CEplICYHBIX TJIMKO3UAOB PACTUTEIBHOIO
TIPOUCXOXKICHUSA, TPUBENO (TI0 aHAJIOTHH
c OTKPBITHEM SHIOp(HUHOB b3
SHKE(AIMHOB) K TMOSBICHHUIO THUIIOTE3HI O
CYIIECTBOBAaHUU SHIOTEHHBIX JIUTAHIOB K
3TOMY penenropy, SIBJISIIOLLIIX CST
(hU3NOTOTHYECKUMHU MOIyJISTOPaMU
aktuBHOCTH Na,K-AT®a3el. Hakomien
3HAYUTEIIHbHBIN KJIUHUYECKHUI u
9KCIIEPUMEHTAIIbHBIN Marepua,
MOATBEPXKIIAIOIUI  CyIIECTBOBaHUE B
Pa3IWYHBIX TKaHAX W OHOJIOTHYECKUX
JKHIKOCTSIX YeJIoBeKa u JIPYTHX
MIIEKOIIMTAIOIINX SHJIOT€HHBIX
JIUTHUTAITMUCOIIOTO0OHBIX (akTopoB
(BAII®), dro  OTKpHIBACT  HOBBIC
MEPCIEeKTHBBl B JICUCHHH CEpICYHON
HEIOCTaTOYHOCTH, a TaKXKe apTepHaIbHON
TUIEPTECH3UN.

B HaCTOsAIIEC BpEMs U3 PA3HBIX TKaHEeH
JKHUBOTHBIX W YCJIOBCKA BBIACJICHBI TAKUC

KapIHOTOHHYECKHE CTEPOUIBI Kak
ya0aWH, JWTOKCHH, MapuHOOy(arcHuH,
TenonuHOOypareHnH, BBIpaOaThHIBACMEIC

Haanodeuynukamu u [{HC (Hamlyn et al.,
1991; Blaustein, 1993; Tamura et al.,
1998; Doris, Bagrov, 1998; Lichtstein,
Rosen, 2001; Schoner, 2002; Schoner,
Scheiner-Bobis, 2007).

DHoozennwvtii  yabaun. CrepeomsoMep
yabamHa pPACTHTEIBHOM  IPUPOIBI
MIEPBBIN BBIJIEJICHHBIN u
HUACHTH(QHUINPOBAHHBII SHJIOT€HHBIA
JTUTUTATUCONONO0HBIHN (aKTOp U3 TIa3MBI
kpoBu (Hamlyn et al., 1991). Pemarorum
JI0Ka3aTeIbCTBOM JHIOT'CHHOW MPHUPOJIBI

cTepoua OBUIO OOHApYXEHUE MyTEH ero
CHHTE3a B OpraHu3Mme. B skcnepumeHnTtax
in Vitro Ha KIETOYHOH KYJbType
HAJIOYEYHUKOB  OBIKa  KOPTHKaJbHBIE
KJICTKH  BBIpAOAThIBAIM  SHIOTCHHBII
yabauH B KOJHMYECTBAX, KOTOpHIE B
JIECATKH Pa3 TPEBBIMIAIOT COACPKAHUC
yabanHa B 9THX KJIeTKax. Takum oOpa3om,
OBUTO MPOAEMOHCTPUPOBAHHO, YTO KOpa

HaJTIOYETHUKOB (zona fasciculata)
SBISIETCS  MECTOM ~ CHHTE3a  W/WiH
XpaHeHusi 3HAoreHHoro yabauna. Kopa
HaAAIIOYCYHUKOB HE SIBJIACTCA
CAUHCTBCHHBIM MECTOM MMpoaAyKIIUn
SHAOTCHHOTO  yabawHa.  DHJOTEHHBIN
yabauH Takxke ObuUl OOHapyXeH B

runotasiamyce u runo¢usze (Blaustein,
1993; Hamlyn, 1998; Schoner, 2002).
VYpoBeHb LUPKYIUPYIOIIEro yabanHa B
KpOBH B (DU3HOJOTHYECKUX YCIOBHAX
cocraBmsier MeHee 1 HM (cM. o030p:
Dobretsov, Stimers, 2005).

[Io nonyyeHHBIM HEJABHO
HUKOTHUH u AX, a TaK¥kKe
AHTUXOJMHICTEPA3HBIA ~ areHT  23€pUH
BOBJIICUCHBEI B IIPOLECC CTUMYJISAIHA
CEeKpelMu JHAOTEHHOro yabamHa B
aIPCHOKOPTUKAIBGHBIX ~ KJIETKaX KPBICHI
(Gooz et al., 2004).

JaHHbIM

IIpu runoxcun (CHIKEHHE MapLUaTbHOIO
JIaBJICHUS] KHCJIOpOJa B OpPraHu3Me), IpH
YBEIMYEHHH KOHILIEHTpallkk MoHOB Na' B
IUIa3Me KPOBH, a TaKkKe IpU (U3MYECKOH
Harpy3ke€  OTMEYEHO  CYIIECTBEHHOE
MOBBIIICHUE KOHILEHTPAIIMN 3HAOTCHHOTO
yabanHa B KpoBH. Takue 3abosieBaHuS,
Kak XpOHHUYECKast MOYeYHAs
HEJIOCTaTOYHOCTh, THIICPTOHHA, OCTpas
cepAedHas HEI0CTaTOYHOCTb,
MIPEIKIAMIICUST TaKkKe COINPOBOXKIAIOTCSA
MOBBIIICHUEM KOHIIEHTPAIIH
SHJIOTEHHOTo yabauHa. Bo3moxHo, Takue
U3MEHEHUS YPOBHS KapAHOTOHHUYECKOTIO
CTepoHMJa, TMPUBOIAINUE K OBICTpOMY
YBEIMUYCHUIO BHYTPUKJIETOYHON
xonnentpamuu Ca’’ B KapIHOMHOIMTAX,
MOTYT paccMaTpuBaThcsi B  KadyecTBe
3alIMTHOTO  MEXaHW3Ma  cepama  oT
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neperpy3ok (Schoner, Scheiner-Bobis,

2007).

[Muzokcun.  Tlommmo  yabamna, w3
OpraHu3Ma MIIEKOTIUTAIOLINX 0BT
BBIJICTICH u JIpyTon (axTop

KapACHOIUAHON PUPOABI — IUTOKCHH. U3
100 ToHH MOYHM 4YenoBeKa OBIIO BBIACIECHO
7.9 MuKporpaMM [aHHOTO BEIIECTBA
(Tamura et al., 1998; Schoner, 2002).
ITo3gHee U3 HAAMOYEYHUKOB OBbIKA OBLIO
BBIJICJICHO COEJIMHEHHUE, II0XOXKee Ha
JUTOKCUH. bBBIJIO  ycTaHOBIEHO, 4TO
KOHLIEHTPAIMsT SHJOT€HHOTO JUTOKCHHA
TTOBBIIIAETCS npu TIOYECYHOH
HEIOCTaTOYHOCTH, a  TaKKe  IpH
JUIATENIEHOW ~ (pU3WYecKol  HarpysKe.
KoHueHTpamust faurokcuHa B IUTa3Me
KPOBH y JIOJCH, NMEPEeXMUBIINX HH(APKT
MHOKap/a, TOBBIIIEHA B 2.5 pa3za 1O
CpaBHCHUIO CcOo 310POBBIMU JI'OAbMH
(0630p: Schoner, 2002). UurepecHo uro,

JIUTOKCUH HOJABIISIET pa3BuTHE
THIIEPTEH3HH, KOTOPYIO BBI3BIBAET
yabanH. B  Hacrosmee Bpems He
U3BECTHO, noyemy 9TH JiBa
cnenududyeckux  mHTHOMTOpPa  Na,K-

AT®a3s1 (yabanH U AUTOKCHH) BEI3BIBAIOT
pazmmgHble  (GU3HOIOTHYECKUE IPQEKTHI.

Honroe  Bpems  myTa  OHOCHHTE3a
SHJIOTEHHOTO  JUTOKCHHA  OCTaBaJICh
MaJION3y4yeHHBl, YTO HE HCKII0YaJIo

BO3MOXKHOCTb €TI0 MOCTYIUICHHUS C MUILEH.
Tonbko B TmociegHWE TOABI  ObBUIM
OXapaKkTepu30oBaHbl MYyTH OHOCHHTE3a,
JIOKa3bIBAIOIIME JHJOTCHHYIO MPUPOLY
JUTOKCUHA. bBbUM  naeHTH(UIMPOBaHEI
NpeALIeCTBEHHUKN 3Toro crepouna: (1,2-
14C) amerar u (4-14C) xonecrepuH
(Qazzaz et al., 2004).

Mapunobyghazenun. VI3 Moun U 1maa3Mbl

KPOBH YeJoBeKa u HEKOTOPBIX
MJIEKOTIUTAIOLINX ObLT BBIJICIICH
HWHTUOUTOD Na,K-AT®as3st

OydoareHonuaHON TPHUPOABI, MOJOOHBIN
MapuHOOy(areHHHy W3  MapOTHIHBIX
xKeme3z ka0bl Bufo marinus (Fedorova,
Bagrov, 1997; Bagrov et al., 1998; Doris,
Bagrov, 1998; Schoner, 2002). OcHOBHBIM

OpraHoOM, MPOIYLUPYIOIIUAM 3TO
BEIIIECTBO Y ka0, SIBJSIFOTCS KOXKHBIE H,
0COOCHHO, MapoOTHAHbIE JKEJE3Bbl.

Wmerorcst naHHBIE, CBHICTENBCTBYIOIIHE
0O TOM, YTO y  MIJICKOIIUTAIOMINX
MapuHOOy(dareHuH, Kak ¥ JUTOKCHH,
CHHTE3UPYETCs B KOPE HAIMOYCYHUKOB H3
npenmecTBeHHuKa xosectepuHa (Doris,
Bagrov, 1998; Dmitrieva et al., 2000;

Schoner, 2002). YpoBeHb
MapuHOOy(areHnHa B IUIa3Me KPOBHU
kabbl  Bufo marinus HaxomuTca B

MHUKPOMOJISIPHBIX KOHIEHTPAIMAX, YTO Ha
MOPSIIKK TIPEBBIIIAET J03bl, JIeTaJbHbIC
JUISL 4EJIOBEKA M PYTHX MJICKOIHUTAIOIIHX.
Yposens IUPKYIUPYIOIIETO
MapuHOOy(dareHHHa B KpOBU Y KpBICHI B
(PM3UOTOTHYECKUX YCIIOBHSAX COCTABIISIET
ot 0.2 1o 0.5 #M (cm. 0630p: Dobretsov,
Stimers, 2005).

B OTJINYNE oT yabauHa,
MapuHOOy(dareHuH, Mo pAAy JaHHBIX,
oOnamaer Oojiee BBHICOKOH aQUHHOCTHIO
K yabauH-pe3ucTeHTHOH ol wu30hopme
Na,K-AT®a3s! y kpseic. [TokazaHo, 4TO B
KOHLICHTPALMSIX, HaOII0aeMbIX in Vivo,
MapuHOOy(hareHnH oOmanaer
BBIpaKCHHON Ba30KOHCTPHUKTOPHOU
AKTHBHOCTBIO U BBICOKOH a)(pMHHOCTHIO K
ol modopme Na,K-ATDazel, ocHOBHOM
nzopopmel B moukax (Fedorova et al.,
2000), d9ro MOXeT OBITh BaXXHHIM B
YCIOBUSIX CEPACYHOM HEJOCTaTOYHOCTH
(Fridman et al., 2002). B To ke Bpems B
UCCIIEIOBAHMSX, NPOBECHHBIX Ha
CKEJIETHOW MBIIIIIE, TJe IKCIPECCUPYETCs
al w o2 wu3zodpopMmBl, IMOKa3zaHO
HHTHOUpYIOlIee BO3/JICHCTBUE
MapuHoOydarennHa Ha o2 wuzohopmy
Na,K-AT®a3s1 (Kpugoit u ap., 2006 B).

[ToMUMO TEpEUYHCICHHBIX BBIINIE, U3
TKaHeW >KUBOTHBIX W YeOBEKa OBII
BBIJCNICH  psiil  ApYrux  (pakTopoB
KapAeHONUIHOW, Oy(pOOHEeHOMUAHON U
nentugHoit nmpupoxasl (Doris, Bagrov,
1998; Reinés et al., 2000; Schoner, 2002;
Mijatovic et al., 2007), a Takxke HOKa HE

42 |




PA3HOOBPA3HUE OJIMT' OMEPHBIX BEJIKOB

N.N. Kpusoii

T.M. Ipabkuna

uneHtupunuposannsie D/II1D (Mandel et
al., 2003).

31ech HEOOXOIUMO OTMETUTD, UTO DJII1TD
MOTYT I10 CBOMM CBOMCTBaM CYIIECTBEHHO
OTIMYaThCS  OT  CBOMX  QHAJIOrOB
PaCTHTENBLHOTO MPOUCXOKACHHS, KaK 3TO
MOKa3aHo, HalpuMep, Uil SHAOTSHHOTO
yabanHa, KOTOpPBIH YTHETaeT MOYEUYHYIO
al modopmy Na,K-AT®Da3er kpeic B
1000 pa3 addexTrnBHEE CHHTETHYECKOTO
yabauna (Ferrandi et al., 1992).

TTomumo PaccMOTPEHHBIX BBIIIIE
MEXAaHU3MOB JIeNCTBUS CePICUHBIX
TIINKO3U/IOB, OOCYXmaeTcs M OPyrou

Mexanu3Mm peiictBug  DAIID, xoropsii
BaXCH /I HEPBHOH CHUCTEMBI U
00yCIIOBJICH CITOCOOHOCTHIO 3THUX BEIIECTB
BBI3BIBATh JICTIOJSIPU3AIINIO KJIETKA 32
CYET YaCTHYHOI'O YTHETCHHUS aKTHBHOCTU
Na,K-AT®a3e1. IIpeamonaraercs, dro,
BIMSISI Ha JJIEKTpOreHe3 kiertok, JDAIID
MOTYT Yy4YacTBOBaThb B PETYJSIHUA HX
BO30YAMMOCTH H  YPOBHSA  CEKPCIHU
MEIMATOPOB. TTomoGHOE IEUCTBUE
OAII®, moMUMO TMPOYEro, MOXKET OBITh
BaYKHBIM M B MEXaHU3ME Pa3IMIHOTO Pojia
ap(QeKTUBHBIX  PACCTPOHCTB  HEPBHOU
cucreMsl (cMm. 0030p: Lichtstein, Rosen,
2001).

B nenom, SAII® MoxxHO paccMaTpuBaTh
B Ka4ecTBe (haKTOPOB, MOJICPKUBAIOIINX
KJIETOYHBIM romMeocTtasuc. B To xe Bpems
Ype3MepHbIC KoneOaHus YpOBHS
SHJIOT€HHBIX HHTUOUTOPOB Na,K-
AT®a3sl B KPOBH MOTYT IPOBOLUPOBATH
pa3BUTHE HEKOTOPBHIX MAaTOJOTHMYECKUX
COCTOSIHUH, B TOM 4ucie
THIIEPTOHUYECKYI0  Oone3Hb, UH(papKT
MHOKapaa u ap. (cMm. o003opsl: Doris,
Bagrov, 1998; Schoner, 2002).

Ba)KHO, YTO NOJYYCHHBIC K HACTOSAILICMY

BpEeMeHHU Ppe3yJbTaThl [I03BOJIIOT
paccMarpuBaTh 130(OpMBI o-
CyOBETMHHULIBI Na,K-AT®a3s1 KaK

MOJTHITEI PELENTOPOB, CIEHU(PUIHBIX IS
paznuunbix DJIID. To ecTh, yuuThIBas

TKaHecnenn(pUIHOCTh  3THX  H30(opM,
paznuunble DD wMoryt sBISTHCA
CENIEKTUBHBIMH PEryJsiTopaMu  H30(pOopM
Na,K-AT®a3sl B pasnbix TKaHsx. Ilo
psly JaHHBIX OHAOTCHHBIE YyabauH W
MapuHOOy(areHMH MOXXHO pacleHUBaTh
KaK n30MpaTenbHbIC JIUTaHABI
COOTBETCTBEHHO K m3odopmam o3 n ol

Na,K-AT®a3b1 COCYZIOB KpBICHI
(Fedorova et al., 2000). 13 ceiBopoTKH
KPOBH  4EJIOBEKa IONy4eH YyabauH-
OTOOHBIN ¢daxrop c Oompmeit

appunHOCTRIO K u30opme ol NaK-
AT®a3sl modek cobaku MO0 CPAaBHEHHIO C
n3odopmoit a3 n3 mosra cBuHbM (Butt et
al.,  2000). W3  mepuTOHEATHFHOTrO
Juanu3aTa OONBHBIX HEKOTOPBIMU
(¢opmMaMu TOYEYHOW HEJZOCTATOUYHOCTH
BBIJICTICH SAID, apUHHBIHA K
n3odopmamM 02 B CKENETHON MBIIIIIE U O3
B Mosry kpeicel (Tao et al, 1997).
BbIsiBIeHHE CENEKTHBHBIX HWHTHOMTOPOB
n3odopm o-cyorenuunipl Na,K-ATdDa3zsr
(B TOM 4uHWCIle SHIOTEHHOW IIPHPOIbI)
BOXHO HE TONBKO [UIi IOHHMAHUS
MEXaHH3MOB PEryJLILUH 3TUX U30(OpM B
pa3HBIX TKaHSX, HO W JJIA PELICHUS psina
KJIMHHYECKHX MPOOIIeM.

3akjaoueHue

[TpuBeneHHBIE NaHHBIE MOKA3bIBAIOT, YTO
Ha COBPEMEHHOM »JTale MHCCICIOBaHUN
OJIMTOMEPHBIX OEIKOB 3HAHUS O CTPOSHHUHU
X MOJIEKYJ, a TaKke 00 O0COOEHHOCTSIX
OKCIIPECCUN KOAUPYIOIIHUX HUX TCEHOB BO
MHOT'OM OIEPEKAIOT 3HAHUS O (PYHKIHSX,
KOTOpbIE BBINOJIHAIOT pasiuuHbIe
MoJIeKyJIsipHBIle popMbl THX OenkoB. Ha
IpUMepe  PAacCMOTPEHHBIX B 0030pe
MIPEACTaBUTENECH Pa3HbIX KIAcCOB OCIKOB,
00CITyXHMBaIOINX, Ka3aJoch ObI, BeChMa
pas3IMYHbIC KJIETOYHBIC IPOLECCH, MOXKHO
BUAETH MHOTHE OOLIME  NPHUHIMIIBI
OpTaHH3aIIH MOJIEKYJIIPHBIX
MEXaHU3MOB (PH3HOIIOTHIECKUX (DYHKITHH.
DaxThl, JEMOHCTPUPYIOLIKE, YTO TOT WIH
HHOU OEJOK, W3BECTHBI KaK PpEIEHTOp
Wi GepMeHT, y4acTBYeT ellle B KaKHX-TO
mporeccax, MOTyT MHOToe JaTb Jyid
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PA3ZHOOBPA3UE OJIMT' OMEPHBIX BEJIKOB

MOHUMAHHS YMOMSIHYTBIX MEXaHH3MOB,
€CJIM y4YeCTh, YTO TPEACTABICHUSI 00
«OCHOBHBIX» (DYHKIMsIX Oenka — He Oojee
YeM OTPAKCHUEC OTPAaHMYCHHOCTH HAITUX
3HAHAM O CJIOKHEHIIEM KOMIUIEKCE
MOJICKYJIIPHBIX B3aUMOJCHCTBHIMA B
KIIETKE W OpTaHU3ME.

B KakoM MHKpPOOKpYKEHHH pabOTaeT TOT
WIA WHOW O€JOK B  ONpeneIeHHOU
(u3noONOrNuecKoil CcUTyalMu W/HWIM Ha
onpeneneHHoN craauu pas3sutusa? Kakue

CHUTHAJIBl M TOJX BJIMSHHEM KaKUX
(u3nonornuecKkux norpedHoCTEH
KOHTPOJMPYIOT ~ OKCIPECCHUIO  T'€HOB,
KOIUPYIOIIHX pasHbIe n30(hOpMBI
CyOBCIMHHL, YYaCTBYIOLIHX B
(bopMupoBaHUH OJIMTOMEPHOTO

koMIutekca? Kakwe curHamel ynpasisioT
JIOCTaBKOM TOW WM MHOW MOJIEKYJISIPHOU
(opmbI Oenka B HY)KHOE BpeMsl B HY)KHOE
Mecto?  Kakue  «JIOTIONHUTEIBHBIC»
¢byHKIMH (KaXyHuecs: HECBOWCTBEHHBIMU
C TOYKH 3pEHHs NPHUBBIYHBIX ITIOIXOIO0B)
MOXET OCYLIECTBISATh OEJIOK WIH €ro
oTAenbHbIe CyObenuHMIBI? OTBeTH Ha
3TH  BONPOCHl  HAaXOIITCS B PsIy
KITIOUEBBIX JUIS MTOHUMAaHHSA
(YHKIIHOHATBHOTO 3HAYCHHS
pa3sHoOOpa3mst ~ MOJEKYJSIPHBIX  (OpM
CaMBIX Pa3HBIX OEJTIKOB.
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B Hacrosimee Bpemsi chopMHpOBAIKCH

MPEJCTaBICHAS O TOM, 4YTO TJyTamar
(Glu) — aHWOH TIyTaMHHOBOW KHCIIOTHI,

SBIISICTCS  OCHOBHBIM  BO30Y KTAOIIIM
MEIMATOPOM B CHHAIICAX I[IEHTPAIbHOM
HEpBHOH CHUCTEMBI (ITHC)

miekonuTarommx (Curtis, Johnston, 1974;
Watkins, Evans, 1981), a Ttak xe B
HEPBHO-MBIIIIEYHBIX CHHAIcax
wireHuctonorux (Marasanuk u ap., 1984;
AntoHoB, 1989). Bompeku HOpMambHOM
¢byHkuuM nepenaund  BO30OYXKASHHS C
OJTHOTO HEWpOHA Ha JIPYroi, B YCIOBUIX
JJIATEIBHOrO nIelcTBUS Glu u
YpEe3MEPHOI aKTHBAIIMK €T0 PEICTITOPOB
MOTYT  pPa3BHBAThCS  IMATOJOTHUYCCKUE
COCTOSIHHSI, CBSI3aHHBIE C  THOEIBIO
HelipoHoB. Kak HOpManbHas MeanaTopHas
(hyHKOHA, TaK W 3aMlyCK IEMHOW peaKmuu
HeHpoereHepaTHBHBIX MIPOIIECCOB
OCYILECTBIISICTCS Yepe3 aKTHBAILIUIO OJTHUX
U TEX K PEIENTOPOB IIyTamara. 3HaHUe
3THX IPOIECCOB MPEACTABIISACTCS BaXKHBIM
KaK C TOYKH 3pPCHHsI TEOPETHUYCCKOU
HAYKH, TaK W MPAKTHYCCKOW MEIHIIUHBL
YCTaHOBJIEHO, 4YTO  TUICPAKTUBAIIHS
TIyTaAMaTHBIX PELEHTOPOB, CICACTBUCM
KOTOpOH SIBIICTCST  HEHpOJIereHepaIs,
TIPOSIBIISIETCS B TaKuX OCTPBIX
MaTOJOTUYECKUX COCTOSHHUSX MO3ra, Kak
WHCYNBT W CBSI3aHHAA C HUM HIIEMHS,
AQHOMAaJIbHAsI aKTHBHOCTH BO30Y>KTAIONINX

cBs3eil  (CyIOpOKHBIE  COCTOSHUSL U
Oonesnp [lapkuHCOHA), MpH HapyNICHHH
LEOCTHOCTH KJIETOK (YEeperHO-MO3roBast

TpaBMa), a TaKkXke IpPH XPOHHYECKUX
HeHWposiereHepaTuBHBIX  3a00JIEBaHMSX,
HaIpumep, 60Je3Hb Ansrreiimepa

(Meldrum, 1993; Lipton, 1999).

Heiliponerenepanus SIBIISIETCSA
3aKJIIOYUTETIBHBIM 3TalloM KOMIUIEKCHOM
JcyHKIMHM HEpBHOH TKaHu. B xone eé
pPa3BUTHS  MPOUCXOIAT  3HAYUTEIBHBIC
HapylmieHHss B CHCTEeME OHOCHHTE3a
HEIpOMEINaToOpoB, MX AaKKyMyJIsILUUd B

CUHAINITUYCCKUX IMY3bIPpbKaX, 3aXBaT¢ B
HCPBHBIC TCPMHUHAIN u TJIHAaJIbHBIC
KJICTKH. Ot IPpOoHeCChI HUMCIOT

MPECUHANTUYECKYIO JIOKAIN3alUIo, TaK
KaK IPOUCXOJAT B TNPECHHANTHYECKUX
HEpOHaX W  TIMANBHBIX  KJIETKAX,
SIBJISIFOILMXCS. MCTOYHUKOM TIulyTamara B
IMTHC. MWx  wHapymeHus  BBI3BIBAIOT
CYIIECTBEHHOE IIOBBIIICHHE CBOOOAHOI
KOHLEHTPALUU riyramara B
MEXKJIECTOYHOM IIPOCTPAHCTBE. K
IIOCTCHUHAIITUYECKUM (daxTopam
HelpoJereHepanumn OTHOCSTCS:
AKTUBAIMs Pa3IHYHBIX TUIIOB PELIENTOPOB
rIyTaMaTa M JACHOJspU3alusl HEMPOHOB,
HapylleHHe MeMOpaHHBIX HOHHBIX
TPaJMEHTOB W  BXOJ  3HAYUTEIBHOIO
xommuectBa Ca’’ B KIeTKH, KOTOPBIA

3aIyCKaeT JIETaJIbHBIE IIPOLIECCHI
BHYTPHKJIETOUYHOM CUTHAJIM3aluHy,
IPUBOJALIUE K AKTUBU3ALUH

ANONTOTUYECKUX MyTel ruOen HeHPOHOB
(Choi, 1992; Khodorov, 2004).

YunTeBast 3TH OOCTOSITENBCTBA HIKE
peub MOMIET O CTPYKTYpe LEHTPaIbHBIX
[ITyTaMaTepru4eckKux CHHAIICOB,
pEeLenTopoB IJIyTaMaTa, O MEXaHH3Max
MOTyJISIIH ux AaKTUBHOCTH,
(hyHKIIMOHMPOBAaHUU B HOPME M YCIIOBHUSIX
JUINTENBHOTO BO3JEHUCTBHS TJyTamara, a
TaKXke 0 MEXaHU3Max HeHpoJereHepanum,
JPYTHUMH CIIOBaMH - THOENN HEHPOHOB.

Cmpoenue u dynukyuonuposanue
2IYMAMAmMePULecKuUxX CUHANCO8
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[TepBble  coolOuieHust o criocooe
B3aUMO/ICHCTBUSI HEPBHBIX KJIETOK 4epe3
crenuuYecKkue KOHTAKThl WIIM CHHAICHI
nosiBwMch B 1893 rogy.  OTkpsiTHE
CHHAIICOB  CBS3BIBAIOT C  HMMEHEM
UCMaHCcKoro ydeHoro Pamona-n-Kaxana,
KOTOPBIH, HCIIONB3YS METOJIUKY
AMIIpETHALMM ~ HEHpPOHOB  cepedpom,
MIPEIVIOKECHHYI0 HTAIBSHCKIM  Y9EHBIM
TNonbmxu, 00HAPYXKMII, YTO MOJABIISAIOIICE
OOJIBIIMHCTBO HEHPOHOB HMEIOT JBa
(YHKIIMOHATBHO  Pa3HBIX  OTPOCTKA!
JNEHIPUT W akCOH (UMTHPOBaHUE IO
Ramon y Cajal, 1952). Im Buepsbie Oblia
o0ocHOBaHa Mopdoioruyeckas
CaMOCTOSTENILHOCTh HEHpPOHOB u
TNIMaJbHBIX KJIETOK, a TaK JK€ IO0Ka3aHo,
YTO B HEPBHOH CHUCTEME OTCYTCTBYIOT
cunnutHansHbele otHomeHus (Kyddiep,
Huxkomnc, 1979). Ilponuto monBeka mocie

OoTKpbITHl  Pamona-u-Kaxana, mnpexne
yeM  (usnmonorm = yTBEpAWINCH B
NOHMMaHUM  TOTO, YTO B  OCHOBE
MOJISIPU3AITIH JICKUT nepenaua
uHpopmanuu yepes XAMUYECKHUE
CHHAIIChI, a KIYCBBIM KOMIIOHCHTOM
TaKoi nepeaaun SIBIIIETCA

CYIIECTBOBaHWE B MeMOpaHe HelpoHa
CHUHANTUYECKUX PELIENTOPOB.

IIpn wW3y4eHUM BIUSHHUS Pa3IAIHBIX
BEIIIECTB Ha AJIEKTPUUYECKYIO aKTHBHOCTH
HEHPOHOB  M30JMPOBAHHOTO CIIMHHOTO
mo3ra Kyptuc u Barkunc cdopmuposanu
TUIIOTE3Y 0 MEeJIMaTOPHOU ponu
JTUKapOOHOBBIX  amMuHOKHCIOT  (Curtis,
Johnston, 1974). HauGonee CcHIBHBIHA
3¢ (deKT B UX IKCICPUMCHTAX OKa3bIBAJH
L-acnaparunosas, L-rmyramunoBas u L-
IIACTEUHOBAS AMUHOKHCIIOTHI. B
pe3yibpTaTe HadbHEUIINX IKCIIEPHIMEHTOB
OBUIO  yCTAHOBJICHO, YTO OCHOBHBIM
BO30YKIAIOMIMM MEIHAaTOPOM B CHHAIICaX
[THC no3BOHOYHBIX SBJIAETCS TIIyTamar, U
JUISL HEro BBIMOJHSIOTCS BCE OCHOBHBIE
TpeOOBaHU, HE0OX0IUMBbIE JUTST
MpPU3HAHUS BEIECTBA HEUPOMEIUATOPOM.
OnpenensomuM  HSHOMCHOIOTUICCKAM
MPU3HAKOM MeIuaTOpHOU ponu

riyTamaTa TOCIYXHJIO OTKPBITHE JUIs
HETO CIICIHU(PHUSCKUX PEICITOPOB.
I'myramatepruueckuii CHUHANC, Kak W
JpyTHe XUMHYECKHE CHHATIICHI,
MPE/CTABISECT coboit CIIOKHOE
CTPYKTYpHOE 00pa30BaHUE, COCTOSIICE U3
MpEeCHHANTHYEeCKOl  MeMOpaHbl  (darie
BCEr0 9TO  KOHIIGBOE  pa3BETBIICHHE
aKCOHa), MOCTCHHANTHYECKOH MeMOpaHBbI
(gale Bcero 3To y4acToKk MeMOpaHbI Teja
WM ACHJPUTA JAPYroro HEHWpoHa), a Tak
K CHUHANTHYecKoW tmemm (puc. 1).
BakHBIM 37I€MEHTOM CHHAIICa SIBIISIOTCS
TJIMabHbIe KJIETKH, KOTOpBIE
OCYIIECTBIISIOT JIOKAJIBbHBIA TOMEOCTA3HC
B CHHANTUYECKOM IIENH, [UIsl BBIIOJTHEHHS
TJIaBHOM dyHKIMH nepeiavn
CHHANTHYECKOTO CUTHAJA.

Eme mo Ttoro, kak OBUIM BBISICHEHBI
MHOTHE  CYIIECTBEHHBIE OCOOCHHOCTH
mpolecca BBICBOOOXKAEHHUST Menuaropa,
65U10 YCTaHOBJICHO, 4TO
[IPECHHANTHYECKHE OKOHYAHUS  MOTYT
NPOSIBISIT ~ COCTOSIHUSI ~ CIIOHTAHHOW
CEKpeTOpHOM akTuBHOCTU. IlocTostHHO
BBIJCIISIEMBIC HeOoIbIINe HOPLUH
MexuaTopa BBI3BIBAIOT B
MTOCTCUHANITHYECKOH KJIETKE TaK
Ha3bIBaCMbI€ CIIOHTaHHbIC, MUHUATIOPHBIC
MTOCTCHUHAIITHYECKHUE MTOTEHITUATIBI.
Wzyyas  paboTy  HEpBHO-MBIIIEYHOTO
CHHATICa JITYIIKH, aHIJIMMCKNE Yy4YeHBIE
®ert u Kat B 1950 rony oOHapyxuiw,
yTo 0€3 BCAKOrO IECHCTBHS Ha HEPB B
MBIIIIE B OONACTH IOCTCHHANTHYIECKON

MeMOpaHBl caMH 10 cebe  yepes
clty4aifHbIe HPOMEKYTKU BpPEMEHH
BO3HMKAIOT  HeOoiplmMe  KoseOaHus

MOTCHIMAA, AMIUTUTYIONH MPUMEPHO B
0,5 mB (Fatt, Katz, 1950). OtkpbiTHE HE

CBA3aHHOI'O C IIpuxoaom HEPBHOI'O
nMmIyJbca, BBIACICHUA Meanaropa
IIOMOTJIO YCTaHOBUTH KBaHTOBBIN

XapakTep €ro BBICBOOOXKIECHUS, TO €CTh
MOJTYYWIOCH, YTO B XUMHYECKOM CHHAIICE
MEIUaTop BBIAEISIETCS W B IIOKOE, HO
u3pefKa W HEOONBIIMMH  MOPIHSMH.
JIMCKpPETHOCTh BBIpaXKaeTcs B TOM, 4YTO
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MCIUATOP BBIXOAUT U3 OKOHYAaHUSA HE

mapdpy3HO, HE B BUAC OTACITHHBIX
MOJIEKYII, a B ¢dopme
MHOTOMOJICKYJIIDHBIX ~ TOpmud  (WiH
KBaHTOB), B KaXIOH ©3 KOTOPHIX

COEPIKUTCA HECKOJIBKO THICAY MOJIEKYJI.

[punn paboThl XMMHUYECKOIO CHHAIICa
COCTOUT B TOM, YTO HOTEHIUAT JEHCTBUS
(IT1) BbeBBIBaeT  HEWPOCEKPETOPHBIH
IpoLecC, KOTOPBIM  3aKI04aeTcs B
CHHXPOHHOM BBIJICJICHHE MEIHaTopa u3
6outbIIIOoro qrcia BE3UKYIL.
CuHXpoHM3aIHA JOCTHTAETCS

JIeToNsIpu3aliell HEpBHOW TEpMUHAIM U
OTKpHIBAHMEM 5JIEKTPOBO30YmMMBbIX Ca’’
KaHaIoB, yepe3 KkoTopble Ca’’ BXOmAT B
MIPECHHANTHIECKOE OKOHYaHNE u
NPUBOJUT K CIMSHUIO Iy3BIPHKOB C
MeCTaMu 0CBOOOXKICHUS B
MIPECHHANITHIECKOI MeMOpaHe. B
pe3ynbTare, 3TOTO MEIuaTop
CEKPETHPYETCsI u3 CHHAITHYECKUX
Iy3bIPHKOB B CHHANTHYECKYIO LIEIb HE B
BUJIC OTACJIBHBIX MOJIEKYJ, a B (opme
MHOTOMOJICKYJIIPHBIX ~ mopuuit  (win
KBaHTOB), B Ka&KAOM M3 KOTOPBIX
COJICPKUTCS] HECKOJIBKO THICSY MOJIEKYJI.
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CuHanTuyeckas mejlb B XHUMHYCCKUX
CHHAIICaX COCTaBIgeT B cpeaHeM 20 HM.
311ech MEMATOP CBA3BIBACTCS C OCIIKAMH -
peuenTopamMM, KOTOpbIE BCTPOCHBI B
MOCTCHHANITHYCCKY0 MeMmOpany. Ilocie

B3aUMO/ICHCTBUS c MOJIEKYJIaMH
MeanaTopa PEUeNnTOpbl aKTUBHPYIOTCA H
WX  KaHalmbl  OTKPBIBAHIOTCSA,  4YTO
COIIPOBOXKJIAETCS BO3HHKHOBEHHEM
HMOHHOTO TOKa u HN3MEHEHHEM
MeMOpaHHOTO IMOTEHIHAIIA
MIOCTCUHAIITUYECKOTO HEHpOoHa. B
pesynbTare eciu MEMOpaHHBIH
MOTEHIMAJ CABUTAETCSl B CTOPOHY MOpOra
reHepanuu I (mpoucxonut
JIeTIONsIpU3anus ), TO TOBOPSIT 0

BO30y>K/1alommemM JeiictBun Meauaropa. 1
Hao00pOT, eciu MeMOpaHHBII MMOTEHIHAI
CTaHOBUTCA Oojee OTPUIATCIBHBIM —
MIPOMCXOAUT THIIEPIIOISPH3ALIS, TOBOPST
0 TOPMO3HOM AEHCTBUHU MEANATOPA.

FHyTaMaT — 3aMCHUMas aMHHOKHCIIOTA,
HE MPOHUKACT qepes
reMatodHIearTudeckuii 0apbep, T. €. He
MMOCTyITaeT B  MO3T  4Yepe3  KPOBb.
Morekyia riyTaMUHOBOM KHUCIOThI HMEET
JIOCTATOYHO TpocTyIo cTpykTypy HOOC—
CH,—CH,—CH(NH,)-COOH. Eg cunre3
OCYIIIECTBIISIETCSL B MO3re, TJIaBHBIM
00pa3oM BHYTPUHEHPOHHO, XOTSl Majas
monst obmero myna Glu maxomwres u B
acTpOIUTAaX. Glu MOJXKET OBIThH
CHHTE3MpOBaH W3 ajib(da-keroriyrapara
MyTeM MpPSIMOTO BOCCTAHOBUTEIHLHOIO
AMUHHUPOBaHUS WU TPAaHCAMUHHPOBAHUS
U3 TIIyTaMUHa (JEPMEHTOM TITyTaMUHA30M,
a TaKkKe W3 OpHUTHHA (HEPMEHTOM
OpPHUTHHAMHHOTpaHC(HEpa3ou.
ABTOpaauorpapuyeckue  HUCCIESIOBAHUS
MOKAa3bIBAIOT IIMPOKOE PACIPOCTPAHEHHE
[IIyTaMaTepru4ecKux CHHAIICOB B
oonpmuHacTBe oTAcnoB I[HC, wu B
YaCTHOCTH, B KOpe OOJBLIMX MOIYILIApHi,
O6OH$[T€J'H)HI)IX JIYKOBUIIAX, THUIIIOKaAMIIC,
YepHOU cyOcraHuuH, MO3KEUKe,
CTpUaTyMe, cpenHeM Mo3Te,
TUIOTAJIAMYCE U CITMHHOM MO3Te.

Ilepenocurku Glu, KoTOpBIC SBISIOTCS
HHTErpalbHbIMU 6enxaMu
MIa3MaTHIeCKON MeMOpaH#bI,
OCYIIECTBIISIIOT TpaHCHopT — 3axBaT Glu
W3 CUHANTHUYECKOM IIeJIH, T.e. €ro
MEPEeHOC BHYTPH TJIMANBHBIX KJIETOK U
HEHpPOHOB, TMOIACPKUBAsT TEM CaMbIM
HU3KYIO KOHIICHTPALHIO 3TOTO MEIUaTopa
B cuanTudeckodl memn (AHTtoHOB, 2001;
Hospmpaues, u np., 2001). 3axsar Glu
MPOTHB XUMHYECKOTO TpaaueHTa (B
IIUTO30JIC TIHAITBHBIX KJIETOK U HEHPOHOB
€ro KOHIIGHTpamusi MOXeT gocturath 10
MM) mnpoucxoauT Omarojgaps SHEPrHU
TpaHCMEMOPaHHBIX HOHHBIX TPATHUCHTOB.

[Tockonbky caMblii 00BIION
INEKTPOXUMUYECKUN TPaJueHT MEXAY
BHEKJIETOUHOM ¥ BHYTPUKIETOYHOU

Ccpenoll MoJAEp KUBAETCS IS Na' u K*
(pumMepHO 140 MM Na' Bo
BHEKJICTOUHOW cpene u okoimo 10 MM
BHYTpH KJIETOK; ¥ Haobopor 130 MM K*
BHYTPU KIETOK M Topsaka 3 MM

CHapYKH) MOJICKYJIBI Glu
KOTPAHCIOPTHPYIOTCS B KIIETKY ¢ HOHAMH
Na’, 4To COHpOBOXKIAETCA BBIXOAOM

nonoB K'. DTo jokasbIBaeTCA TeM, UTO
3aMeHa WoHOB Na' Ha uomHbl Li° B
Hapy»XHOHW cpene OJOKUpPYET TpPaHCIOPT
Glu (Anronos, 1989). [Tonas B HUTO30J1b
HEIPOHOB, Glu  3akaumBaercs B
CHHANTHYECKHE BE3UKYJIHl C MOMOIIBIO
MIPOTOH3aBUCHMBIX BE3UKYIISIPHBIX
tpancroptepoB (puc. 1). Ilyte Glu u3
acTPOLIUTOB B HEWPOHBI CONMPOBOKAACTCS
MeTabOJIMUYECKUMH  IIpeBpalleHusIMu. B
acTporurax (EepMeHT TIyTaMUHCHHTAa3a
npespamaer Glu B rmyramut. BaxHo, uto
OunumumHbBle MeMOpaHbl NPOHHIIAEMBI
JUIS TIIyTaMHUHA, U TO, YTO OH HE CIIOCOOCH
aktuBupoBats penentopel Glu (GluR).
I'myramuH, momaB BO  BHEKJIETOYHOE
MIPOCTPAHCTBO, 3aXBaTHIBACTCS
HelipoHamMu.  @DepMeHT  IIyTaMHHa3a,
HaXOJSIIIHHACS B MHUTOXOHAPHAX
HEHpoHOB, mpeBpamaer riayramuH B Glu,
U OH CHOBAa MOXET 3aKauuBaThCs B
BE3UKYJy, BO3BpAlIasCh B MeIUAaTOPHBIN
iy’ (Iletpos u ap., 1997).
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Knaccugukayusn u CIMPYKMYpHO-
dynkuyuonanvhas opzanuzayusn GluR

I'myramaTeprudeckue MeXaHU3MBI
TpeCcTaBIeHBI MpuMepHO B 40% HEpPBHBIX
KIIETOK, 8 OCTaBIIasiCs YacTh BHITIAIACT HA
OO0 BCeX [PYTHX HEHpOMEINaTopOB
(cepoToHrHa, alleTHIXOJIMHA, JOTTAMUHA U
nop.). Ilockompky WX 3HaueHHEe LI
¢ynkuponupoBanust [THC 1o3BoHOYHBIX
CIIOKHO  TIEPEOLICHHUTh, 3/eCh Oyner
paccMOTpeHa TOMOJIOTHSA, MOJIEKYIISPHBIC
CBOWMCTBA, MCXAHHW3MBI aKTHBAIIUK U
MOIYJSIMA  PEHENTOpPOB  TiyTramara
(GIluR), a TaKKe 0COOCHHOCTH
(OYHKIIMOHMPOBAaHUS ~ ONHOTO W3  HX
MOJATHUIIOB NMDA-penentopos
(NMDAR). TIlocienHue BOBJICYCHBI BO
MHOTHE (H3HOIOTHIECKHIE TPOLECCHI, KaK
B OHTOTCHETHYECKOM pAa3BHTUU MO3Ta,
TaKk ¥ y B3POCIBIX JKABOTHBIX, BKIIOYAs

dbopMuUpOBaHHE  HCHPOHHBIX  CBS3CH,
oOyuenne u mnaMate. Kpome ToOrO,
NMDAR yuacTBylOT B IaTOreHe3e

MHOI'UX 3360J’IeBaHHI>i, COIIPSKCHHBIX C

HIIIEMHECH, BBI3BIBAIOIICH ruodenn
HEHPOHOB, u JIPYTUMHI
HeHpoaereHepaTHBHBIMHU

paccTpoicTBamH. Mmuoroo6pasue

¢yaxouit GluR Hampsimyto ompexpemnsiercs
MX MOJIEKYJIIPHON OpraHu3alyei.

B mHacrosmee BpeMs ~ YCTaHOBJICHO
CylIecTBOBaHHWE 4 THIIOB pPELENTOPOB
rilyramara, Cpead KOTOpHIX 3  Tuma
SBISIOTCS ~ MOHOTPONHBIMEH M 1 —
MeTabOTPOITHEIM. HoHoTpomnHbIe
penenTopsl NPENCTABISIOT coboit
yIIpaBJIsieMbIe JIMTAHIOM HOHHBIC KaHAIIBI.
CoBpemMeHHas KIaccu(uKaIus
MOHOTPOIIHBIX PELENTOPOB OCHOBaHA Ha
MX  pa3HOM  YYBCTBUTEIBHOCTH K
JEHCTBHIO aroHUCTOB IuyTamaTa: NN-
metmn-D-acniapratry (NMDA), 2-amuno-
3(3-ruApoKCH-5-MEeTHIIN30KCa3051-4-1T)

npormonary (AMPA) n xaunaty (KA).
OnHako B JKHMBBIX OpPraHU3Max BCE OTH

THIIBI peuenTopoB AKTUBUPYIOTCS
rIyTaMaTOM H, BO3MOJXHO, acCllapTaToOM,
KOTOpBIE SIBJIIAKOTCA OHIOTCHHBIMH

IMATOJOI'nn C.M. AHTOHOB
BO30YXIAIOIIMMH  HEHpPOMEIHaTOpaMH.
HoHoTpomHEIE  pemenTopsl  TiyTamara

OUYCHb pPa3HOOOPA3HBI, KaK IO COCTaBY
BXOJSIIUX B HUX CYOBEIWHUIL, TaK U IO
cBoOMcTBaM (OPMHUPYEMBIX HUMH HOHHBIX
KaHaJIOoB. Cy0OBpenMHIYHBIN COCTaB
penenTopoB orpenenser
(hapMakoIornyeckue U PU3U0IOTUICCKHE
CBOICTBA MOHHBIX KAHAJIOB.

KnonnpoBanue mO3BOJHMIO ONpPEAEIUTH
AMHHOKHCIIOTHBIE  ITOCIIEA0BATEIbHOCTH
penenTopHBIX cyOBeuHuII,
(opMHPYIOIIMX HOHHBIM KaHal M UX
Tomojyoruto B MemOpane. Kananm Becex
GluR ¢dbopmupyercs YEeTBIPHMS
cyobenuauuamu.  AMPA  penentopsi
(AMPAR) moryt ObITh c(HOPMUPOBaHBI
pasHbIMH COYETaHUSIMU YETHIPEX BHJIOB
CyObe/MHMI, KaWHATHbIE  PEIENTOPHI
(KAR) — marsio, a NMDAR — mrectslo.
Beero kommuecTBO KIOHMPOBAHHBIX Ha
HACTOSIIUN MOMEHT cyObeamHun — 17.
Jlst OOJIBIIIMHCTBA CyOBeTMHHAIT
BO3MOKEH aJIbTEPHATHBHBIM CIJIAMCHHT,
pelaKTHPOBaHUE, IIPUBOJIIIEE K
HU3MEHEHHIO aMHHOKHCIIOTHOM
[IOCJIEZJOBATEIbHOCTH. Bce 3TO
YBEIHYHBACT YHCIIO BO3MOXKHBIX
noarunoB GluR u Tem cambIM paciupsier
Habop  (QYHKIMOHAIBHBIX  OTJIMYMUH,
KOTOpPBIMH OHH MOTYT oOnaznats (McBain,
Mayer, 1994; Dingledine et al., 1999).

NMDAR mnpexacraBiser co00il meTbHBIHA
peLenTopHO-HOHO(OPHBIH KOMILIEKC,
BKJIFOYAOLUI HECKOJIbKO CalToB
peryjsilii:  MecTo  CHenu(pryecKoro
cBs3piBanus  Menuatopa (L-rimyramara,
Glu), MECTO crenuduIecKoro
CBsI3pIBAHMS KoaroHucta (rmmnuHa, Gly) n
AIUTOCTEPUYCCKHE MOIYJIATOPHBIC CAHTHI,
pacIONIOKEHHBIE KaK BO BHEKJIECTOYHOM
obnactu perenTopa (moaMamMuHoBbiit, H',
Zn*" u Mg”), Tak U B HOHHOM KaHale
(caliThl CBS3BIBAHHA MPOXOASIINX HOHOB
Na’, K" u Ca®"; nonmammuos, Mg*" u
Zn®*, a  Takke  MHOTOYHCICHHBIX
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CHUHTETHYECKMX OJIOKaTOpOB KAHAJOB;
puc. 2). ITokazano, uto NMDA peuentop
SBJIAETCS TIETEPOMEPHON CTPYKTYpOU H
COCTOMT W3 TpeX THUIOB CyObeANHHIL
(NMDARI1, NMDAR?A, -2B, -2C, -2D u
NMDAR3). Ponb NMDAR3-
CyOBCOMHHIEI HE COBCEM sCHAa. B
OCHOBHOM OJTHA pEIeNTOpHAsl MOJICKYyJa
conepkutr nBe NMDARI u  n1Be
NMDAR2. Cy6pemuanna NMDARI
SBIISICTCA 00s13aTeNbHOM TUTS
(hopMupoBaHHs perenTopa, Tak Kak B ee
OTCYTCTBHE,  PELUENTOp  HECIOCOOCH
AKTUBUPOBATHCA. I'ereporeHHocTsb
NMDAR B pa3auuHbIX  HelpoHax
ompenensercss  (QYHKIMOHAIBHBIMU U
CTPYKTYPHBIMH Pa3IIHYUSAMHU CYOhETHHHUIL
NMDAR?2. CyObenmuHWYHBIA  COCTaB
NMDAR MOXKET U3MEHSThCS B
3aBHCAMOCTH OT MO3TOBOHM 0oO01acTH,
JTana pa3BUTHS HEUPBHON CHUCTEMBI H
CTCTICHM AaKTHBHOCTH  CHHANTHYECKHX
CBA3€l.

Hus moboro tuma cyobemuamnn GluR
TOIIOJIOTHSL PACIOJIOKEHUSI B MeMOpaHe
OJIMHAKOBa. PHCYHOK 2 AeMOHCTpHpYeT
CTpOEHHUE NMDAR. Kaxnasa
cyOBenuHHIIA nMmeer TpH
TpancMeMOpaHHBIX goMeHa (M1, M3 u
M4) u onuH BHYTpUMEMOPaHHBIA JAOMEH
M2. N KOHel pacrHoJ0XeH BHEKIETOYHO,
a C KoHell — BHYTPUKIETO4YHO. B
o0pa3oBaHMM KaHala ydacTByoT M2
JOMeHbl 4eThIpéX cyObeauHun. Cait
ces3piBanusa Glu HaxomuThes Ha ABYX (S1
u S2) noMeHax pacrojIOKEHHBIX Ha N
koHue nepeg M1 gomenom u Ha M3-M4
MeTie, COOTBETCTBEHHO, IPHYEM JTH
JIOMEHBI TIPUHAAJIEXKAT NMDAR?2
cyopenuHuIaM. Te ke cambple MecTa Ha
cyosrequmaniiax NMDARI ciryxaTt mectom

CBSI3BIBAHUS TJIMIIAHA (Gly). B
3aBHCUMOCTH oT KOHKPETHOT'O
CyObETUHUYHOTO cocraba NMDAR
NpUOOPETAIOT  pa3liMuHble  CBOWCTBA.
Pazmuuns 3aTparuBaroT KaK

MIPOBOJUMOCTb U CEJIEKTHMBHOCTH MOHHBIX
KaHaJIOB, TaK U MX KMHETHKY aKTUBALUH U
neceHcuTH3anuy. Hampumep, penenTopsl

conepxame NMDAR2A cyObeauHuIist

JIECEHCUTH3UPYIOTCS ~ ObICTpee,  4YeM
NMDAR2D.

K HCTHHHBIM aroHMUCTaM u
KOHKYpPEHTHbIM aHTaronucraM NMDA
pELENTOpOB  OTHOCATCA  COEAMHEHUS,
crocoOHbIE n30MpaTeTEHO

B3aUMO/ICHCTBOBATh HEMOCPEICTBEHHO C
Glu-cBsA3BIBAIOIIUM MECTOM pelenTopa —
Y4acTKOM Yy3HaBaHud Mmeauartopa. B

OTIIMYME OT HUX, HEKOHKYpPEHTHBIE
AHTarOHUCTHI OJIOKHPYIOT KaHas
NMDAR, CBSI3BIBASICH c €ro

KaHaJI0(OPMUPYIOIMMHU CTpyKTypamu. K
aromuctam NMDAR  nmommmo  L-
riayramata OTHocsATcs cama NMDA,
nbotenoBas kucnora, (RS)-(terpazon-5-
wi), acraprar u apyrue. K aHtaronucram

KOHKYPEHTHOTO THIIA JeHCTBHA
otHocsatcss DL-APS, DL-AP7, CPP,
NPC17742 u Jpyrue. OHu

B3aMMO/IEHCTBYIOT C MECTaMH y3HABaHUS
Glu, mpemotBpamiasi €ro CBS3BIBAaHHE H
aktuBarmioo pernenropa (IletpoB um mp.,
1997).

J Q070807050 SIBIISIETCS KOAroHHUCTOM
nckmountenbHo st NMDAR (Johnson,
Ascher, 1987). Ero a¢ddexrt npossisiercs

npu HHU3KHX KOHLIEHTPAIHSIX
(ECs cocTaBnsier 10-30 uM).
Cas13pIBaHUE Gly NMDARI
cyObenHHLICH TIPUBOJIUT K
CYIIIECTBEHHOMY MOBBILIEHHIO
BEPOSATHOCTH AKTHBaLUH KaHaa.
YacTHYHO  3TOT  MPOLECC  MOXKET

OOBSCHATBCS yMEHBUIEHHEM CKOPOCTH
necerncutm3anud NMDA peneniropa. Gly
B KoHHeHTparwu [-10 pM yBermumBaer
aMIUTUTYZy OTBETOB KiIeToK Ha NMDA.
IIpy momHOM  OTCYTCTBMM  IVIMI[MHA
peLenTop He akTHBUpPYeTCs Win ciabo
aktuBupyercs L-rmytamaToM. AroHHCTOM
Gly na NMDAR sBnsercs D-cepun,
KOTOPBII TaK jk€, KaK U TJIHUIMH, MOXET
HUMETh SHIOTeHHYIO0 npupony. OmHuM u3

SHJIOTEHHBIX  AHTaroHHCTOB MOXET
CIy’)KUTh  €CTECTBEHHBIH  MeTaboiuT
TpunTodaHa — KHHYPEHOBas KHUCIOTA.
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NR1 NE2
N N
GLY GLU
M MM MM M
4 113 31|11 4
C C

Puc. 2. Monexynapnas cmpykmypa NMDAR. Tononoaus cyowveounuy (NRI u NR2)
peyenmopa 6 niazmamuieckou memopane. N — xoney cyoveounuy. C — kouey
cyoveounuy. M — membpannvie ceemenmoi monekyiol. Glu u Gly — mecma
cesaAzvleanus enymamama u enuyuna. Osanramu nokazamvl 061ACmU KOOPOUHAYUU
npoxodsuyux uonoe u Mg’ 6 mecmax cészvi8anus GHYMPU UOHHOT NOPbL.

OHa cHHTE3HWpyeTCs B  DIIHAIBHBIX
KIETKaX ¥ CONEPXKHUTCA B OONBIIOM
KOJIMYECTBE B HEPBHOM TKaHW. biokana
KAHYPEHOBOU KHCJIOTON NMDA-
HHZ[yL[PIpOBaHHbIX OTBCTOB MOXET
CHUMATHCA )1068.BJ'ICHI/16M TJIMIIUHA UIIN D-
cepuHa.

CyIecTBeHHOE BIUSHHE Ha (DYHKITUIO
GluR o0oKka3pIBalOT MOCTTPAHCIAIIUOHHBIC
MOTUGHUKAINN, BKHEHIICH W3 KOTOPBIX
SBIISICTCA ¢dochopunrpoBanme
peLenTopHbIX CyObeauHull. B HOpMme B
Mo3ry ot 10 mo 70% NMDARI u

NMDAR2 CyObeIUHHMIT NMDA
peuentopoB  (GocHOPWIMPOBAHBl IO
HECKOJIbKUM caiTaM. H3menenne

cooTHomIeHus (GocHopUIINPOBaHBIX U HE
(bochopunHpoBaHBIX ~ PELENTOpOB B

3HAYUTEITHHON Mepe orpezensieT
BO3MOXKHOCTH TOHKOH perysIIun
[JlyTamaTepruyeckoi CHHANTHYECKOU
nepenayn.

ITytu perymsaumun aktuBHoctH NMDA
penenropoB B I[[HC mHOrooOpasHEIL.
OmHUM W3 BaXHEHIINX DHAOTEHHBIX
MOJIYJIATOpOB siBIsieTcss Mg®’, KoTopIit
MOJET TMpPOSBIATh HECKOIBKO THUIIOB
neiicTeus. B yacTHOCTH, HapyxHbIT Mg”"
CHOCOOEH MOTEHIMPOBAaTh AKTUBHOCTH
NMDA penentopoB, MOBBIIIAsE CPOJCTBO
[JIUIMHA K PELenTopy, M IOCPEeICTBOM
[JIMIMH — HE3aBHCHMOTO MeXaHu3Ma. B
ompesieNIeHHbIX  ycnoBusX Mg®  Tawoke
IpoHUKaeT uepe3 KkaHanel NMDA
PELEenTOPOB. Hawubonee BaXXHBIM
HOPECTABIAETCS MOTEHIUATO3aBUCHMBIN
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6mox  Bxomsammx  TokoB ~ NMDAR
HapyKHBIM Mg2+, OPUBOSLINKM K TOMY,
YTO JUISI UHTETPAJIbHBIX TOKOB CTAHOBUTCS
XapaKTEePHBIM BBIXOSIIEE BHINPSIMIICHUE
(puc. 3 A). Kpome TOro, KMCIOTHOCTBH
cpensl (comepxanme B Heit H'), HoHBI
Zn**  w momuamMuHBI  (CHEPMHH |
CIICpPMUJIHH ) CIIOCOOHBI
B3auMoelicTBoBaTh ¢ NMDAR, m3Menss
3¢ (eKTUBHOCT UX (QYHKIHOHHPOBAHHSA
(McBain, Mayer, 1994; Dingledine et al.,
1999).

MexaHn3M  OJIOKHPYIOIIETO  JICHCTBUS
Mg®" 3akmouaeTcss B TOM, YTO JTOT HOH
BXOAWT B  OTKPBITHI  KaHal W
B3aNMOJEHCTBYET C AUCKPETHBIM MECTOM
ces3piBanms (Mayer et al., 1984; Nowak
et al, 1984), Tem campIM MpPENATCTBYS
MPOXOXKICHUIO MOHOBAJICHTHBIX
katnonos Na', K™ u Ca** — ocHoBHBIX
Hocuteneil Toka (puc. 3 B). B
JanbHEHIIeM  OJIOKMPYIOIIMI HOH B
OOJIBIIMHCTBE ~ CIy4aeB  JIHCCOLMHPYET
00paTHO BO BHEKIJIETOYHBIH PacTBOpP, XOTs
MIPU  CYNIECTBEHHON T'MIIEPHOISIPH3ALIUH
MeMOpaHBl ~ 9acTh  HOHOB  MOJKET
MIPOHMKATh Yepe3 KaHall BHYTPh KIIETKH.
Mecto cBs3bIBaHHs HapyxHOoro Mg”"

400
pA TITHIIQ?'
200
1—.-5.0-"‘*—“., 9 ay 100

PpacmioJIOKEHO A0CTATOYHO FJIy6OK0 B

obxactu TpaHCcMeMOpaHHOM MOPHI
peuenTtopa, Ha KOTOPOH IPOUCXOIUT
MOJIHOE najicHue MEMOPaHHOTO
HnoTeHIWana. B pesyabrate  3TOrO

2
CpOACTBO HAPYKHOI'O Mg * K €ro MceCTy

CBS3BIBAHMA B KaHale 3aBHUCHT OT
TpaHCMeMOpaHHOH pasHocTu
MOTEHINAJIOB! yem MeMOpaHHBIN

MOTCHIMAN OTpPUIATEIbHEE, TEM BBIIIC
2+

cpoactBo Mg™ u 3¢ dexTuBHOCTH OoKa

NMDA xananos (puc. 3 A).

Jns  WHrHOMpOBaHWS  HMHTETPATBHBIX
TOKOB OmokaropamMu KaHaJIOB
CYIIIECTBEHHBIM SIBIISIETCS
B3aUMOIEHCTBHE OmoKuMpyroIei
MOJICKYJTBI HWJIH HOHAa C BOPOTHBIM
MEXaHU3MOM KaHaja. Hampumep,

«rocnenoBaTenbHbIeY» O010okaTopel NMDA
KaHAJIOB, K KOTOPBIM MOYXHO OTHECTH 9-

AMUHOAKPUUH, IEM-1857 u
TETPAaNeHTUIAMMOHUYM, CBSA3BIBASCh C
KaHaJIOM C  OTHOCUTEIbHO  HM3KOM

PaBHOBECHON KOHCTAHTOHM JMCCOLUALIUH
(Kp), n3mepeHHOll B SKCHEPUMEHTaX Ha
TOKaX OJMHOYHBIX KAaHAJIOB, SBIISIOTCS
UCKIIFOYHTEIBHO CITa0bIMH HHTUOUTOPAMH
UHTETPaIbHBIX TOKOB H3-3a TOrO, YTO,

m ‘ n--nl "
e @i e gl
in 0

@ = Mg?*

b

Omg2*

Puc. 3. Faokada xanana NMDAR napyscnoim Mg’ A) eonem-amnepuas
xapakmepucmuxa unmezpaibHo2o moxa uepes NMDAR. Bxooawuii mox noumu
noanocmuio Grokuposan. B) modens Gnoxadwl. Hon Mg, esaumoodeiicmeys c¢
KAHANOM, npedomspaujaenm npoxodicoeHue UoHO8.
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HaxXoJfICh B KaHajle, OHU MPEMmSITCTBYIOT
ero 3akpeiBanuio. J[pyroe aeno Oiokana
M0 MeXaHu3My <JIOBYHIIKH». B 3ToM
cilydae, 3aKpBIBasCh, KaHAT (UKCUPYET
OJIOKUPYIOIIYIO  MOJIGKYJy WA  HOH
BHyTpU. B Hacrosee Bpemsi UMEIOTCS
BECKHE JOKa3aTeNbCTBA  TOTO,  4TO,
Haxolsck B kaHane NMDA peuentopos,
OIOKMPYFOTITHI HOH Mg** HE
NPEISTCTBYET  €ro  3aKphIBAaHUIO U
aKTUBAIlWH, T.C. 3aXBaTHIBACTCA KaHAJIOM.
Kak cmenctBue EJlsy wuHrHOupoBaHUS
Mg”"  umrerpamsHbix TOkOoB NMDA
peuenTtopoB paBHseTcs Kaxyueilca Kp,
OTIPEJICICHHON B  OJKCIIEPUMEHTaxX Ha
OJIMHOYHBIX KaHasax. 210
00CTOSATEIECTBO SBISCTCS CYNIECTBEHHBIM
JUIS MOJETHpOBaHMS  Omokamel  Mg®'
WHTETPAJbHBIX TOKOB B  Pa3IMYHBIX
IKCIICPUMECHTAITBHBIX YCIOBHAX
(Sobolevsky, 2003).

OOHapyKEHO HECKOJIBKO MOJIEKYJISPHBIX
cTpykTyp kanHama NMDA penentopos,
OKa3bIBAIONIMX  BJIMsSHME Ha  OJOK
HapykHbIM Mg>".  KmoueBbMH  uIs
KOoOpIMHAIMM HMoHa Mg”" B Kamane B
mporecce OJOKaxel SBISIOTCS N—CaiT,
JIOKJIM30BaHHBI Ha  BepmmHe M2
obmactH, W  PACHOJOXKECHHBIA  TIO
COCEICTBY OCTAaToK acmaparuaa NR2
cyopequauiel  (puc. 2). Opnako ObIIO
00Hapy’KeHO HECKOJIBKO JPYTrUxX obnacTen
penenropa, TaKxKe CYILIECTBEHHO
BIMAIONMX Ha ONOK HapyxkHbIM Mg®’.
Oti 00JIaCTH BBICTHJIAIOT HAPY)XHBIH W
BHYTPEHHHUI BECTHOIOJIHN MOPHI U BPSA JIH
MOTYT y4YacTBOBaTb B (OPMHPOBAHHU
mecta cBsbiBanma Mg™'.  JIuddysnoe
pacripeielieHHe CTPYKTYPHBIX 3JIEMEHTOB,
OTBETCTBEHHBIX 32 Mg’ 6IOK, KameTcs
HECOBMECTUMBIM C MPEACTABICHUSIMU O
CYIIECTBOBAHMH  JUCKPETHOTO  MECTa
cB3biBanks i Mg®' B kamane. Dtn
PacxXoXAeHU B JIOTIOJTHEHHE K
HEeoObIYaliHO BBICOKOM
noTeHnuanoapucuMocty  Mg®®  Groka
3HAYUTEIIHHO OCIIOXKHSIIOT €ero
MHTEPIPETALHIO.

OOBsicCHEeHHE STHM 3arajJo4HbIM (hakTam
ObLTH BBIJIBUHYTHI Ha OCHOBE
OKCIIEPUMEHTOB MO PErHCTPAlid TOKOB
OIMHOYHBIX KaHaIOB (Antonov et al.,
1998). C nmnomompo  OpraHMYECKUX
0JIOKaTOPOB OBLTO 00OHapy)KEHO
CYIIECTBOBaHUE JIBYX MECT CBS3BIBaHUS
JUISl IPOHHUKAIOIIMX MOHOB B HAPY)KHOM U
OJHOTO MeCTa UX CBSA3BIBAHUSA  BO
BHYTPEHHEM BECTHOIONISIX HOHHOHM IOpEI
NMDA penentopoB (puc. 2). Taxxe
OBLIO TOKa3aHO, YTO MPOHHUKAIOIINE HOHBI

HUMCKOT OYCHb CHJIIBHOC BIIMSIHHUE Ha
KAHETUKY  KaHalbHOTO  Oloka W
nebnokupoarms  Mg”™ B NMDAR
(Antonov, Johnson, 1999). M3 srtux
HCCIEIOBAaHUI ~ CTAlO0  SCHO,  4TO
MOTEHINAT03aBUCHMOE  MIPOHUKHOBCHHUE
BHYTPHKJIETOUHBIX ~ MOHOB W WX

B3aMMOJICHCTBHE C MECTaMH CBSI3BIBAHHSA
B HapyxHoM BectuOrone NMDA
pELenTopoB MPUBOAUT K 3aBBILICHHOM
OIleHKe TMOTEeHIHAN03aBucUMOCcTH  Mg”"

6ioka. Baxabim CIIEICTBHEM
KOHKYpPCHIIMM HOHOB B TIOpe KaHaja
SBIIICTCS. ~ BO3MOXKHOCTH  PETyJIAIHH
3G CKTUBHOCTH Mg** OytoKa
KOHIIEHTPAITUOHHBIMU rpajiueHTaMu
NPOXOJSIIIMX ~ MOHOB B Pa3lIUYHBIX

(1)I/IBI/IOJ'[OFI/I‘I€CKI/IX YCIOBUAX.

B cmry Bemme mnmoxkennoro NMDAR
CHOCOOHBI MPOIMYCKaTh TOK TOJBKO B
pe3ynbrare JIeTIONApU3aun
MIOCTCHHANITHYECKOW MeMOpaHbI, KOTOpas
B (DU3MOJIOTMYECKHX YCIOBHSIX KBAaHTOBOH

CeKpeLuu  CledyeT 3a  aKTuBaluen
AMPAR u MIPUBOJUT K
pasomokupoBaHuio  kaHamoB NMDAR.

Ota yHUKalbHasi OCOOCHHOCTb M BBICOKAs
npounuaemocts 11 Ca®” (Burnashev et
al., 1995), mo3Bomsser NMDAR wurpats
BaxHylo poib B LIHC, ygacTtBys B Takmx
(hyHKIMOHATIBHBIX mporieccax, KaK
CHHANTHYeCcKas IIaCTUYHOCTh, 00y4YeHHeE,
(opMHpOBaHHE MaMATH, pPa3BUTHE MO3ra
npu sMbpuorenese. Amamormuso Mg

TaKhi€ HEKOHKYPEHTHbIE aHTarOHUCTHI
NMDAR, KakK KETaMWH,
JeKCTpoMeTopdaH, MEMaHTHH,
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¢denmukmuans - (+)-5-metun-10,11-
nurunpo-SH-nubenzonukiorentes-5,10-
umuH Meneat [(+)MK-801] Onokupyror
kaHanel NMDAR B OTKPBITOM COCTOSTHUH,
XOTSl KMHETHKa OJIOKaabl M 3aBUCHMOCTD
OT  MeMOpaHHOTO  TOTEHIHala  HUX
3¢ PEKTOB 3HAYNTETHHO BAPEUPYIOT.

Ilomumo woHOB Mg®™ B perymsamuu
¢ynkpmonupoBanuss NMDAR yuactByroT
takke uoHBl nuHKa (Christine, Choi,
1990). B  cucremMe  HEHTpaJIbHBIX
HCHPOHOB  J0O0aBICHWEC WOHOB Zn**
YMEHbIIAeT  BBI3BAHHBIE  ArOHUCTaMHU
NMDAR  penomsipuzanuio  MeMOpaHbI
HEPBHBIX KIETOK M HEHPOTOKCHYECKHUE
n3meHeHns. CormacHo — IPOBEAECHHBIM
HCCIIEIOBAaHUAM, MEXaHHU3MBI JICHCTBHA
Mg®" u Zn®" pasnnuaroTcs, Tak KaK MecTo
IEUCTBHUS Zn* HAXOOWUTCSI BOJIHM3M OT

yJacTka CBSI3BIBAHMS MeauaTopa.
N3BecTHO Takxe, 4TO B
TIyTaMaTepruuecKux HEPBHBIX
OKOHYAHUSX CYIIECTBYET CBSI3aHHBIM My
Zn** B cuHamTHYECKHX BE3UKYJIaX,
KOTOpBIit O0CBOOOXKIACTCS B
CHHANITUYECKYI0  I[eb  BO  BpeMs

CHHANTUYECKOH aKTHBHOCTH BMECTE C
MenuaTopoM. ITo-BuauMomy, Honbl Mg,
Ca’* wu Zn*" sBufloTCA 3HAYMMBIMH
SHAOTeHHBIMH perynsaTopsl NMDAR.

AMPAR u KAR o6magaror ropasmo
Ooree OBICTPOIl KMHETHUKOW aKTHBALUU U

BOBJICYCHBI B  Mepefadyy  OBICTPBIX
BO30YKTAOIIIX IMOCTCUHAIITHYECKUX
norennuanoB. Kak u NMDAR oHu

SIBITIOTCSL TETEPOMEPHBIMU CTPYKTYpaMH
U COCTOST W3 4 CyOBeAWHUI, Kaxaas U3
KoTopelx B oramuune ot NMDAR
crocoOHa CBS3bIBaTh M AKTHBApPOBATHCS
Glu. I'muuuH He ABISETCS KOArOHHCTOM
stux peuentopoB. Kanan AMPAR moxer
COCTOSTh M3 YETBHIPEX PA3IUYHBIX THUIIOB
cyosenuunn (GluR1-GluR4), B To Bpems
kak KAR — W3 matu pa3iuyHbIX THUIIOB
cyopequann (GluR5-GluR7 wmn KAl u
KA2). AMPAR, wumeromme B CBOEM
cocraBe GluR2, HenmpoHumaems! s Ca*"
u c1abo OJOKHPYIOTCS OpPTraHWYCCKUMU

KaHAJI00J0KaTOpaMu u
BHYTPHKJICTOYHBIM CHEPMUHOM.
Hamnpotus, orcyrctBre B AMPAR GluR2-
CyOBCIUHHIEI TPUBOAUT K TOMY, YTO
KaHal o0NagaeT MPOBOJUMOCTBIO IS
Ca’ u umMeeT BXOJSIIEe BHIIPAMICHHS
n3-3a  ONOKagsl  BBIXOJAIINX  TOKOB
BHYTPHKJICTOYHBIM  criepMuHOM.  Ha
ocHoBe 3aMeHsl AMPAR oxgHOro cocrasa
HA  JPYyrod  MOXET  HPOUCXOIHTH
pETYNAUS CHHANTHYECKAX OTBETOB B
YCIIOBHSIX ~ TETAaHHYECKOW  CTUMYJISINH
(cMm. Takke o06030p W.IO. IlaBmoBa B
JAHHOM  TOCOOHH). U3  nHaubonee
M3BECTHBIX KOHKYPCHTHBIX aHTarOHHUCTOB
MOYHO BBIJIETIUTH 6-111aHo-7-
HUTpOXUHOKCaMH-2,3-mmoH (CNQX) nu
6,7-AMHUTPOXUHOKCATUH-2,3-TUOH

(DNQX). OpmHako STH aHTarOHHUCTHI
MOTYT CeJIeKTHBHO OmokmpoBath AMPAR
nu KAR TonmpKO B NPHCYTCTBHU B cpene
[IUIAHA. OTO MPOUCXOOUT WU3-3a HX
Gompiero cpoacTBa K  TJIUIHUH-
cBs3bIBaromeMy caiity B NMDAR.

Jlecencutu3anus GIuR SIBJISICTCS
OCHOBHBIM MOJICKYJISIPHBIM MEXaHH3MOM,
OTpaHUYHMBAIOIIAM JUINTEIBHOCTD
rnocrcuHanTuyeckoro  curHama.  GluR
pasznuyaroTcs 1o KHHETHYECKUM
mapamerpaMm peceHcutmzanmn. NMDAR
nepexoqsiT B JIECEHCUTH3MPOBAHHOE
COCTOSIHUE MEIJIEHHO. OmnucaHo
HECKOJILKO MEXaHHU3MOB Ux
necencurmzanmi. AMPAR wu  KAR
MEPeXOoAsIT B  JCCCHCUTH3MPOBAHHOE
COCTOSIHAE  OBICTPO,  TpUYeM,  Kak
MPaBUJIO, UTUTCIEHOCT JICCCHCUTH3AINU
3THUX peLenTopoB OOJIbLIIE. B
3aBUCHMOCTH OT CKOPOCTEH OTKpBIBAHHS
W 3aKpBIBAHMS KAHAJOB, JECCHCHTH3AIINS
MOXET Y/UIMHATh WIM yKOpauuBaTh
JUINTENLHOCTh CHHAIITHYECKHX TOKOB. B
HOPMAJIbHBIX YCJIOBUAX CHHANTHYECKOTO

curHaina, korma AMPAR, KAR wu
NMDAR KOJIOKAJIU30BaHbI B
IMOCTCUHANITHYCCKOM MeMOpaHe,

BBICBOOOXIaeMbId W3 mpecuHanca Glu
aKTUBUpYyET B mepByro ouepeabr AMPAR
u KAR, BBI3bIBAs MECTHYIO

60 |




PEIEIITOPBI ITTYTAMATA B HOPME U ITPA
IHATOJIOI'NA

C.M. AHTOHOB

JIETIOJISIPU3ALINIO MOCTCUHAIITHYECKOM
MeMOpaHBbI, YTO MPUBOJHT K CHSATHIO Mg2+
6moka kanamoB NMDAR. CymmapHsiit
BO30Y K/IAIOIINI TOCTCHHANTHYECKUN TOK
(BIICT) npuobpertaer Oojiee MEAJICHHYIO
KUHETUKY WM CTAaHOBHUTCS JBYX(ha3HBIM U
COIIPOBOKIACTCS BXOJOM  KaJbLHsi B
KJIETKY. YBEJIHMYCHHE YacTOTHI Pa3psaoB
MIPECHHANTHYECKOT0 ~ HEHpOHa  MOXET
IPUBECTH K TOMY, YTO KOHLEHTpALUS
ocraroyHoro Glu B cMHANITHYECKOI €I
BO3PACTET, TaK KaK CHUCTEMBI 3axBara He
Oyzmer ycreBaTh €ro oOTKauuBarb. Ilpu
9TOM MOXKET MNPOUCXOJUTH 3HAYUTCIILHOC
YBEJIMYCHUE KOHIIEHTPALUH CBOOOTHOTO
Ca’* B mwmrosone. Ecmm  crumymsmus
Oyzner 4Ype3MepHO [UIMTEIBHOW, TO B
KJIETKE MOTYT BKJIIOYAaThCS MEXaHU3MBI
amonTo3a, B pesynprare akTupamuu Ca’’
NO-cuHTa3Bl U TIpOIECCOB 00PA30BAHUS
aKTUBHBIX (opMm kucinopona. Bkpatue,

TaKUM [OyTeM HOpMalbHas (YHKIHS
nepegadn  Bo3OyxkmeHms Glu  moxer
TpaHc(opMHUpOBATHCS B

HEHPOTOKCHYECKOe MEWCTBHE 3a CUeT
«IKCAUTOTOKCUYHOCTI» (eXcitotoxisity).

Heiipomokcuueckoe oeiicmeue
nymamama
I/ITaK, rifyraMar, SBJIAACH KIIIOUCBBIM

BO30YKJIAI0IIHUM MeIuaTopoM
(hU3MOIOTNUECKO KOMMYHUKAIIMU MEXKTY
HEPBHBIMH KJICTKaMU, IIPU OTIPEEICHHBIX
ycnoBusix akrtuBanmu GIluR mpuBomnt K

rudenu HEWpPOHOB - TEPMUH,
MIOJTyYHBIINH Ha3BaHHE
«OKCAaUTOTOKCHYHOCTD) (ot QHTJL.
“excitotoxicity” - TOKCHYHOCTS,
pas3BuBatomasics mpu Bo30yxnennu; Choi,
1992). [Ipennonaraercs, 4TO

AKCAUTOTOKCHYHOCTh TPOSIBIISICTCS  [PU
MHOTHUX THIAX OCTPBIX M XPOHHYECKUX
HelpoiereHepaTuBHBIX paccTpoicTB
IOHC wu cBs3aHa ¢ akKyMyJIHpPOBaHHEM
cBoGoamroro Ca’” B muTO301I€ HEHPOHOB.
Hapymenust  rmyramaTtHOoro  oOMeHa,
BEPOSITHO, WIPAIOT PEIIAONIyl0 pOJb B
HEHpOnaToJoruy, HMHyIUPOBAHHOMN
JpyTUMU (axTopamu, HarpuMmep,

0o0pazoBaHUEeM CBOOOIHBIX PaJUKAIIOB,
4TO CITOCOOCTBYET YCUJICHUIO
HEHPOTOKCHYECKOTO MOTEeHIIATIA
sHAoreHHoro riayramara (Parsons et al.,
1998).

Heiiponereneparus, T.€. ruoens
HEHpPOHOB,  MPOUCXONUT, KaK IMIpH
HOopManmsHOM  (yHKIMoHupoBannu 1THC,
B YaCTHOCTH, B 3M6pI/IOHaJ'H)HOM
pa3BUTHHU, TaK U B YCJIOBHUAX IIAaTOJIOTUH,
BBI3BAHHON pa3NTu4HbIMH (akTopamu. B

YCIIOBHSIX HOpPMAaJIbHOTO
(hyHKIMOHMPOBaHUSI THOETh HEWPOHOB B
OCHOBHOM OCYILIECTBIIAETCS 1o
MeXaHM3My amomnTosa. Jpyrod MexaHu3M
rudenm — HEKpO3  XapaKTepu3yeTcs
HaOyXaHHeM KJIETKH ¥ HapylIIeHHEM
LETOCTHOCTH IUIa3MaTHIECKOM

MeMOpanbl. Kak onuH MexaHH3M, Tak U
JPYrOd MOTYT OIIOCPENIOBaThCS HEKUMHU
JIECTPYKTUBHBIMH  (PaKTOPaMH, KOTOpbIE
BBI3BIBAIOT HapyUICHUs B
(yHKIMOHMPOBaHUU KJIETOK. ['oBops o
I[IHC, k TakuM (akropamM MOXXHO OTHECTH
SHEPreTUYECKYI0 JIETIPUBALIHIO,
HEIOCTATOK KHCIOpoaa (nmemus),
nepeBo30yxaeane u A.p. (Choi, 1992;
Lipton, 1999).

B 3HauuTenbHOW Mepe  HapylIEHUs
(DYHKIMOHHPOBAHUSl MPECUHANTHYECKUX
9JIEMEHTOB OINPEACIETCS CYLECTBEHHBIM
HU3MEHEHUEM KOHIIEHTPalUOHHBIX
HOHHBIX TPAaJUEHTOB BO BHECKICTOYHOM
pacTBOpe W IMTO30J€ HEHPOHOB H
TJIAAJIBHBIX KIIETOK: MIPOUCXOTUT
HAKOIJICHHE HAaTpUsl M CYLIECTBEHHOE
CHIDKEHHE KOHLIEHTPALMM Kalus BHYTpHU

kinerok. IlockonpKy — HampaBIEHHOCTB
TpaHCcIopTa TpaHCMeMOpaHHBIMU
IIOMIIaMH 51 HEHPOMEIUaTOPHBIMU

TpaHCTIOPTEpaMU 3aBUCUT OT COAEP KAHUS
Na" u K' cHapyXu W BHYTpH, BMECTO
3axBaTa HEUPOMEIUATOPOB M3 HAPY>KHOTO
pacTBoOpa MPOUCXOAUT MX OCBOOOMKICHUEC
3a cJer peBepcun TpaHCIOPTa
MMOCPEICTBOM  HEKBAaHTOBOW  CEKpeIHU
(Antonov, Magazanik, 1988; Szatkowski
et al., 1990). IToxazano, 4To
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ocBoOoxenne Glu mocpencrBom 3TOro
MEXaHU3Ma 3HAYUTCIBHO YCUJIMBACTCA B
YCIIOBUSIX DHEPreTUYECKOM JeNpUBALIUH
(Rossi et al., 2000). Takue HapyueHHs
BBI3BIBAIOT CYIIECTBEHHOE IIOBBIIICHHE
CBOOOIHOW KOHIIEHTpalWHU TIiyTamara B

MEXXKIIETOYHOM TIPOCTPAHCTBE. K
MTOCTCHHANTHYECKAM (axTopam
HeHlpoaerenepannu OTHOCSTCS:

aktuBarua pa3muyHbix THoB GluR n
JETOApU3aysd HEHPOHOB, HapyIICHHE
MEMOpaHHBIX HOHHBIX TPAAUEHTOB, U
BXOJl 3HauMTENbHOro KonmuectBa Ca’’ B
KIIETKH, KOTOPBIi 3aIyCKaeT
BHYTPHKJICTOYHBIC KACKabl, IPHUBOIAIINC
K ux rubenmn. B panpHedmem 3TH
MIPOIICCCHI MOTYT TIPUBECTH K
HelponiereHepanyu, a rudenb HEeHPOHOB
MOJKET TPOHCXOINTH KaK 110 MEXaHU3MY
amoITo3a, TaK U 0 MEXaHU3My HEKpo3a.

Upesmepnas aktuBamms GIluR  moxer
UMETh KaTacTpO(UUECKHE MOCIEACTBHSL.
OrpoMHOE  KOJMYECTBO  3a00JICBaHHU
SBIISICTCA CIIEACTBHEM LIMTOTOKCHUYHOCTH,
olocpefyeMol  depe3  TIIyTaMaTHbIE
peuentopel. Cioma oTHOCATCA OOJE3HH
ITapkuncona, Anprreiimepa,
MHU30(QpPEHNs, CYNOPOXKHBIA CHHAPOM,
BKJTFOUAst STHIICTICHIO, THIIOKCHHU
pa3IUIHOTO TIPOUCXOKACHHA.
MaccuBHBIH BBIOpPOC TiyTamaTra 3a CYET
pEeBEpCUM TpPAHCIOpPTa MpPH THIIOKCHH
UrpaeT KIIOYEBYI0 pOJIb B TMOBBIIICHUU
€ro BHEKJICTOYHOW KOHLIEHTpAIMH, U Kak
CIEJCTBHE, B TEHEpAlM aHOKCHUYECKOU
JeNoNApU3aluu c nociuenyromein
muchyHkued — HelipoHoB.  Bombioe
BHHUMAaHHE B HACTOSIIECE BPEMs YACISIETCS
pomu NMDAR B pa3Butin mm30(GpeHnn.
[Ipeanonaraercsi, 4TO MPOTEKAaHHE ITOTO

3a00/I€BaHMUsI  YACTUYHO  CBSA33aHO  CO
CHIDKEHHEM 3¢ PEKTHBHOCTH
rIyTamMaTeprudeckol  mepenayu.  Tak,
6mokana NMDAR  HEKOHKYpEeHTHBIM
AQHTarOHUCTOM (heHIUKINANHOM
MPUBOMIA K BO3HHUKHOBEHUIO
CHUMIITOMOB 3TOro 3a0oneBaHusl.
Hapymenus ¢dhyHKIMH NMDAR
KOPPEIHPYIOT c MEHTAIEHBIMH

paccTpoiicTBaMu u W3MEHEHUSIMU
COLIMAJIEHOTO NIOBE/ICHHMSI,
HabII01aeMBIMU y 60IBHBIX

mmzodpenuneit (Meldrum, 1992; Parsons
et al., 1998).

B mnHacrosimee Bpemsi JaHHBIE MHOTHX
aBTOPOB YKa3bIBalOT Ha TO, YTO IIpU
pasBuTHH TOKcmueckoro paevicteus Glu,
MEXaHHU3MBI, OIpPEIEIAIoNUe HOHHBIN
roMeocTas, C OJHOM CTOPOHBI, U
SHEPreTHKY KJIETKH, C JPYyroif, TECHO
compsikeHbl. BpIIo mokaszaHo, 4TO uepes
akTHBHpoBaHHBIE KaHanbl GluR B HelipoH
noctynarot uousl Na* u Ca*" u BeIXOZAT
B MEXKJIETOYHOE IPOCTPAHCTBO HOHBI
K. Henonspuzanus MeMOpaHBI,
00yCIIOBICHHAsT B OCHOBHOM BXOJIOM B
Helfporsl Na', NpPUBOAMT K TOMYy, YTO
Ca’" HauMHaeT MoCTYmaTh B KIETKH H
uepes  moTeHnmam3aBucuMble  Ca’'-
kaHanb! (Choi, 1995). Mmeercs eme nBa
MOTEHIUATBHBIX UCTOYHHKA
nocrymienns Ca’* B nurommasmy mpu
aKTUBaIUU GluR. 9t1o0
9H/IOIUIA3MATHUECKUN  PETUKYIYyM  H
MHUTOXOHPHH. Brixon Ca™ u3
9HAOIUIA3MAaTHYECKOTO pPETUKYIyMa, B
YacTHOCTH, BBI3BIBACTCS
HHO3HUTONTpHUPOCHATOM, KOTOPBII
oOpasyercst B pe3yibTaTe aKTHUBAIUU
dhochonHO3UTHAHOTO  OOMEHAa  TOJ
BIUSHUEM B3aUMOJICHCTBUS TIyTaMara
¢ MeTabOTPONHBIM PELENTOPOM IIATOrO
tuna (mGlus).

Panee Obuta oOHapyXeHa KOppemsmus
MEeXay TOKCHYECKUM JneiicTBHEM
BO30yXJaI0MINX aMUHOKHCIJIOT "
HAKOTUIEHHEM BHYTpHKiIeTouHoro Ca’’
npu runepaktupanuu NMDAR. Ecnu B
HOpME KOHILICHTPAIHS CBOOO/IHOTO
Kanblus B nuTormiazme Huxke 0,1 MkM, To
nocne aktuBanuu GluR  HeiipoHoB
KOHIIEHTpAalUsl 3TOTO HMOHA MOXET
cocTaBiusaTh 8—16 MkM, a Takxke
BBIABIAETCA  HakamimBamme Ca’ B
MHUTOXOH/PHSAX. OTH OpraHeuisl B
MPUCYTCTBUU HM30BITKAa (ocdara MOTYyT
akkymymupoBath 200 M Ca’'/mr
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cobcrenHoro  Oenka  (Brustovetsky,
Dubinsky, 2000). Hakomnenne Ca®’
MUTOXOHAPUAMU 3aBHUCUT oT
MeMOpPaHHOTO NOTeHIHANA ITHX
Oprasen, 41O yKa3bIBaeT Ha

JJEKTPOTeHHBIH XapakTep TpaHCIOpTa
Ca® B MHUTOXOHAPUAX. MeMOpaHHBIH
MOTEHIMAJl  MHTOXOHIPHUH  MOXKET
paccmaTpuBaThCsi  Kak  (akTop, B
KOHCYHOM CYETE BHOCSIIUN BKIad B
perynsumio  Kommentparmmum Ca’’ B
UTOIUIa3ME HEHpOHa, 4YTO JOJIKHO
HaOJII0IaThCAd U B YCIOBHUSAX aKTHUBAILUU
GluR  (Khodorov, 2004). HWmeroTcs
TaKXe MPEeINoIoKeHHEe, YTO pa3BUTHE

[IIyTaMaTHOU TOKCHYHOCTH
HETIOCPEACTBEHHO CBSI3aHO co
CIOCOOHOCTBIO MUTOXOHIPHH

nenornposatk Ca’’, 0cOGEHHO yUHTHIBAS
TOT (hakT, YTO HA LUTOILIA3MAaTHICCKOU
cropone NMDAR cymiecTByoT y4acTku
ms ceaseiBanns Ca’. Tlpu momajgaHum
Ca®* Ha OSTH y4acTKH TIPOMCXOMIHT
WHAKTUBAaLUs NMDA-kaHnanos.
MUTOXOHAPUH, HAXOAACH BOJM3H ITHX
Ca’*-cBsa3pIBaromMX LIEHTPOB,  MOTYT
AKTUBHO IIepeXBaThIBaTh 3TOT HOH, IO-

HUXKas ero JIOKaJIbHYIO
KOHILEHTPAI U0 BONIM3M MecCT
CBSI3BIBAHUS u MIpeI0TBpalnas
HMHAKTHBAIHIO " JIECEHCUTHU3ALHIO
NMDAR. TIIpu otom 3axBar Ca’"
MHUTOXOHJPUSIMH ~ HE  IPEAOTBpAIIAcT

nakorienne Ca’™ B IPYTHX ydYacTKax
Tela HEHpoHa B YCJIOBHAX aKTHBAIHH
NMDAR, 4To BeAeT K KalbLIMEBOM
«Teperpys3ke» cHayaja IMTOIUIa3Mbl, a
BIOCJIEACTBUU U MUTOXOHIpuid. OgHAKO

B HOpPMAaJTBHBIX (hU3HOTIOTHYECKUX
YCIIOBHSIX 3aXBaT Ca*’ MHUTOXOHJIPUSIMHI
MOXET  OBITh  HEOOXOOUMBIM  JUIS
MPEayNpPEeKICHAS  MPEXKIACBPEMECHHON
nnaktuBaimi NMDAR wu ocmabnenns
CHUHAIITHIECKOM nepegayn (Budd,
Nicholls, 1996).

Bricokas KOHICHTpAaIUs
BHYTPHUKJIECTOYHOTO Ca®"  saBusercs

00s3aTeNIbHBIM  YCJIOBHEM HEWPOHHOU
ru0eny, BBI3BAHHONH THUNEPCTHMYJIALIUECH

NMDAR, mnpu Hanu4uu >3JIEKTPOTreH-
HoOro Tpamcropra Ca’’ B MHTOXOHZpHAX
(Stout et al, 1998). D10 yka3piBaeT Ha
ONPEICISIONIYI0 POJIb MHUTOXOHIPHHA B
WHUIMAIUA HEWPOHHOW THOeIu Tpu
rIyTaMaTHOW TOKCHUYHOCTH. Bumumo,
HMEHHO BBI3BaHHAS KaJBIINCBOM
«Teperpy3Koi» ECTPYKITUS
MUTOXOHJIPHH, TpeOyromas
(DYHKIIMOHUPOBAHUS IBIXaTeIbHON
Henu u OKHCIUTEIBHOTO
thochopunuposanus, SIBIISIETCS
KJIFOYCBBIM  MOMCHTOM  HHHUIIAAIUH
rubenu HEHPOHOB. 2T0
MpPEeANO0I0KEHNE TOATBEPKIACTCS TEM,
YTO OJHOBPEMEHHOE WHIHOMpOBaHUE
IBIXaTEeNbHOH Henu MUTOXOHIPUHI
POTEHOHOM u AT®-cunTassl
OJINTOMHUIITHOM HE TOJIBKO B
3HAYUTEIBHOU Mepe 3aIIuIIacT
HEWpOHBI  OT  TruOenu, BBI3BAHHOU
runepctumyisimueit GluR, HO m
MpeaoTBpamaeT cHmwkeHne yposasa ATD
M BeAeT K HOPMAJIHU3allMd  ypPOBHSA
CBOGOHOrO IuTOMIa3MaTHyeckoro Ca’’
(Khodorov, 2004).

Anonmo3 u HeKpo3 — Oea eapuanma
Kilemounoit zubenu

B HaCcToAIICC BpEMs SABJIACTCA
06LHerH3HaHHbIM TO, YTO KIIIHOYCBBIM
d)aKTOpOM I1aTorc¢He3a MHOI'HX

3a00J1eBaHMIT HepBHOfI CHUCTCMBI ABJIACTCA
rubenb HCﬁpOHa, KOTOpast MOKET OBITH

IBYX BUJIOB! pOrpaMMHUpPOBaHHAS
KIJICTOYHAs CMEpTh (ammomT03) u
narojoruyeckas — KJIETOYHas  CMEpTh
(mexpo3). Ilpm »3TOM  mTpekpamieHHe

JKU3HEICATETBHOCTH KIETKH B IpOIEcCce
amonTo3a W HEKPo3a HMEET YCeTKHE
MOpdOIIOTHYECKHE W OMOXMMHUYECKHE
pasmuuust (Cafforio et al.,, 1996; Philpott
et al., 1996).

AHOHTOS, KakK sBJICHUC, BIICPBBIC OBLI

omHcaH Mop¢oIoramH. On
XapaKTepH3yeTcs HepexooM
dochartuaniceprHa W3 BHYTPEHHETO

MOHOCJIOSI ITUIa3MaTH4YecKOd MeMOpaHbl B
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MUTOXOHAPHH MIMEHEHBI

Hopma

PaipwiB M&Mﬁpau

CoxpaHeHa popma XpoOMaTMHA

Oapamimoe
HagyxaHie

CoxpaHeHa CTpYKTYpa
MHUTOXOHAPHA,

Aapo M3MEHEHD

Heoopamumoe
Hadvxanue

Aezimespaniia

Intact membranes

8D  ©Y

e

AnonToTHYECKHWE TENbLUA

KNoudencanns
{cell blebbing)

ff—'ﬂﬂ:’_l] CHINaNA

Bmopruunmii
HERpo3

Puc. 4. Ocnosnvle omauuumenvHvle uepmosl HeKpo3a u anonmo3sda.

HapyKHbII MOHOCJIOHN. Ero
OTIIMYUTENBHON yepToi SIBJISIETCA
koutanic  sapa  (puc.  4). XpowmaruH,
KOTOpBIH B~ HOpPME  IpEJICTaBIICH
OTKPBITBIMA W KOHJCHCHPOBAaHHBIMHU
obmactssmMu  (TeTepo- W DYXPOMATHH),

CTaHOBUTCS CYIEPKOH/ICHCHPOBAHHBIM B
(dhopme momymecsna mo nepudepun supa.
B 9TOT MOMEHT HA4MHAETCS
¢parmenrtanus JHK. Ha pananx crammsax
aronTo3a, B OTJIMYME OT HEKPO3a, KIEeTKa
cMopuimBaercsi, Tepsis 10 1/3  cBoero
o0BeMa 3a HECKOJIBKO MMHYT. MeXxaHu3M
9TOTO SIBJICHHUS /IO CUX IIOP HE U3y4EeH, HO,
HECOMHEHHO, B O3TOT IPOLECC IOJKHEI
BOBJICKATbCSl TPAHCIIOPT HOHOB W BOJIBI.
BaxHo# 0COOEHHOCTBIO 3TOTO IIpolecca

SBIISIETCS.  TO, 4YTO HE IPOMCXOAUT
TTOBPEIKACHUA MeMOpaH KJIETKH.
YMeHblIEHUE pasmepoB XOpOILOo
BBIDAKEHO KaKk B KyJbType KIETOK

HEHPOHOB, TaK U B TKAaHEBHIX CPe3ax, I/Ie
ANONTOTUYECKAs KJIETKA OTHENAETCS OT
coceqnux. Jlanee amonroTudyeckas KieTka
IpeBpalaeTcs B COBOKYITHOCTb
OKpPY>XCHHBIX MEMOpaHOW amoONTO3HBIX
TEJIel] pa3IMdHBIX II0 CBOEMY COCTaBy,
KOTOpBIE (arouTUPYIOTCsT Makpoharamu
Wi cocelHMMH KieTkamu. Kietka Ha
JAHHOM DJTalle eme XuBas (BKIIOYCHHUE
MEMOpPaHHOHEIIPOHUKAOLIETO KPAaCHTENs
TPUIIAHOBOT'O CHHETO HE IMPOUCXOMNT).

B ommume oT amomnrosa, mpH HEKpo3e
KJICTKH Ha0yXalT, UX MHUTOXOHIPHH H
JOpYTHE OpTaHeJUIBl PACIIMPSIOTCS, YTO
OPUBOTUT K JCCTPYKUHUH U Pa3phIBY
BHYTPHKJIETOYHBIX U  IUIa3MaTH4ECKOH
MeMmOpan (puc. 4). B pesymprate 3TOTO
AKTHBHUPYIOTCS JIM30COMaJIbHBIE
(hepMeHTHI, a BHYTPUKIIETOYHOE
COAEPKUMOE, II0Mafasi BO BHEKIECTOUHYIO
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cpeay, BBI3BIBACT BOCIIAJIUTCIbHBIC
mporeccel.  Kiaccuueckue — IpUYMHBL,
NPUBOJSIIIIME K  HEKPO3y  KIETKH
THIIEPTEPMHS, MHrHOMpOBaHKe
OKHCIUTENbHOTO  (ocopunupoBanms,
rIMKoan3a uin 1ukia Kpebea, runokcus,
JEHCTBYE Pa3INYHBIX TOKCHHOB.

Mopdoonormueckue W3MEHEHUS,
XapakTepHble Ui MPOLECCOB TIubenu
OOJIPIIMHCTBA KIETOK, MO MEXaHU3MY
aronTo3a UM HEKpo3a, UMEIOT CXOJCTBO.
OnHako, BaXHOH  MoOp(oJOrHIecKon
OCOOEHHOCTBIO CBSI3aHHOII C THUOENBIO
HEpBHOM KIJIETKH, SIBJISIETCSI IOSIBICHHE
BapHKO3HBIX Jedopmanuii  OTPOCTKOB
(JIaBperbTheB, 1939; puc. 5). HaHHBIH
MIPOIIECC, 3aKITIOYAIONINNCS B PEaKTHBHON
MOpP(OJIOTHIECKON MepecTporike HelpoHa
IpU JETCHEPalK, ObLI BIEPBBIC ONUCAH
Beiicmanom (Weismann, 1860).

HUcropus U3y4eHUil PEaKTUBHBIX
W3MEHEHUH CBUAETENBCTBYET O TOM, 4YTO
HaKOIUIEHHUE ONHMCATENFHON Mopoornei
JAHHBIX O CTaTHKe HEHPOHA 3aKOHOMEPHO
MPEJIIECTBOBANIO (hopMupoBaHUIO
[IpenCTaBICHUN 0 BO3MOXHOH
MEpECTPOMKE €ro CTPYKTyp U 00 ux
JNIMHaMMKe wu3MeHeHuil. Jluteparypa 1o
Helipomopdosoruy  6orara MpUMEpPaMH,
koraa (a3l JMHAMUYECKOW MEepecTPOUKU

SJIEMEHTOB HellpoHa BHauaJe
INPUHUMAIUCh  MCCIEAOBATENIAIMU 32
CTaTHYECKUE  CTPYKTYpHl  (BapHaHTHI,
THUIBI  CTpoeHus). Pe3ymbratel  pador
MHOTHX  HCCIEIOBaTelIeH  IO3BOJIIOT
cienaTb  BBIBOABI O  TOM,  9TO
BapUKO3HOCTH HE SIBIISTFOTCS
crerupuIecKon MIPUHAUISKHOCTHIO
KaKUX-THOO  OIpPENEeNeHHBIX  BOJIOKOH.

OHHN Ha0moJaTCAd Ha BCEX YPOBHAX U
AKCOHOB, M JICHJPUTOB BO BCEX OTJeNIaX
HEpPBHOM CHCTEMBI BCEX BU/IOB KHBOTHBIX.
Yame Bcero OHM OOHApyKUBAaIOTCS B
KOHLICBBIX Ppa3BETBJICHUSIX AKCOHOB H

JIEHIPUTOB, TO €CTh B YyYacTKax C
BBIPXKEHHOM CTPYKTYpHOI
monBmxHOCTEIO  (KympusiHoB,  1962;
MaiiopoB, 1969; CotaukoB, 1976).

IHATOJIOI'NA C.M. AHTOHOB
Crnenyer OTMETUTh Hecnenu(pHUIHOCTh
JAHHOTO ~ TIpollecca, TIOCKOJIBKY — psift
uccienoBaTesed  HaOmogan ero Impu
BO3/ICHCTBUSIX paznuyHOro poja. Ilpm
MaTOJIOTHYECKUX N3MEHEHHSX B
pe3ynbTare  TOKCHYECKOTO  JICHCTBUS

areHTOB U MPHU UIIEMUYECKOM HOPaKEHUU
HabmomaeTcs HaOyxaHWe BapUKO3HOCTEH
HepBa. B janpHeleM  NOpOMCXOAMT
HMCTOHUYEHHUE U Pa3pblB AKCHAIBHOTO TSDKA
W HACTymaeT TMoNHas QparMeHTanus
HEPBHOTO BOJIOKHA. DTH MPOIIECCH TaKKe
HaOJMoalTcsd TpU  HelpojaereHepaluu
HEHPOHOB KOpbl B INEPBUYHOM KYJIBTypE
Tkanu  (puc. 5). Mopdonornueckoii
TpaHUICH  MEXIy  OOpaTHMBIMH |
HEOOPAaTUMBIMH U3MCHCHUSMU  SIBIISCTCS
MOMEHT pa3pbiBa aKCUAJIBLHOTO TSXKa.

ATIONTO3 UTpaeT KU3HEHHO BaXKHYIO POJIb
B 1Ipouecce  OMOPHOHAIBHOTO  H
OHTOT'CHCTHYCCKOT'O pa3BUTHA. On
HabmronaeTcs pu Pa3NUYIHbIX
MOpP(OTreHeTHUECKHX MTPOoIIeccax. X0poIo
UCCIEeOBaHa  aloNTOTHYecKas Tuoenb
KJIETOK NpU SMOPHUOHAIILHOM DPa3BUTHH
0ECII03BOHOYHBIX JKHBOTHBIX, HAIPHMEp
Hemaronbl (Chaenorhabditis  elegans).
W3ydyeHa Takke 3amporpaMMHUpPOBaHHAs
KJIETOYHAs ruoens B mporiecce
MOpHOreHe3a BBICIIMX  I[TO3BOHOYHBIX
OpH Pa3BUTHUHM IJa3a MIICKOIMTAIOIIHX,
cepAaua, HepBHOUM cuctembl. Bo B3pociom
OpraHu3Me amnonTo3 paclpoCTpaHeH B
Ppa3JIMYHbIX THUIIaX TKaHeH U BCTpEUACTCA
Kak B MEUICHHO npoiudepupyromen
MOMYJISIIUKM KJIETOK (TeNaTOLUThI, KISTKH
SMUTENHS KOPHI HA/IOYEYHNUKOB), TaK U B
ObIcTpO MPONH(PEPUPYIOLINX KIETOYHBIX
nonynsauusax. B mepBoMm  ciiydae OH
BBINOJIHSIET (DYHKIUIO TOMEOCTATHYECKOH
PEryJIsiIuM ONTUMANBHOTO 00beMa TKaHH.
Bo BropoMm cnydae ponb amonTosa, B
OCHOBHOM, CBsi3aHa ¢ TU(QdepeHIIMPOBKOH
KJIETOK.

Bce Oosee oveBHIOHOW CTAHOBHTCS POJb
aronTo3a Kak MPU OCTPHIX 3a00JICBAHUSX
U TOBPSKACHHUAX HEPBHOH CHCTEMBI
(mmemust, TpaBMa), TaK H  TpHU
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Puc. 5. /lunamuka 6apuxosHvix 0eopmayuii ¢ NepeuyHoll Kyavmype mKauHu
HePOHO8 KOPbl 207I06HO20 MO32a4 KPbIC NPU HEUPOMOKCUHECKOM OeliCmEuu
30 uM NMDA. A-B) Kaopsi cepuiinoii MUKpOCbeMKU NpU KOHQOKATbHOU
muxpockonuu. Ilpuscusnennasn okpacka ANEPPS. Cmpenrkamu nokasauo
Mecmo 00pazo8aHus 8APUKO3HLIX Oeghopmayuti HepeHo2o 8010KkHA. A) nocre
30 mun. sozoeiicmeusi NMDA (30 uM); b) 60 mun.; B) 90 mun..

HelpoiereHepaTuBHBIX GoJe3HsIX
(6oe3HB Anprreiimepa, OOKOBOM
aMUOTPOHUYECKHHA  cKiIepo3, Ooie3Hb
[MapxuraCOHA). BrobaBox, MHOTHE
HCCIICIOBATENN BBICKA3bIBAIOT MHEHHE O
BOBJICYCHHOCTH HEWPOTOKCHYECKOTO
neiictBus Glu B maroreHes BUPYCHBIX H
NpUOHOBBIX  SHHedamuToB  (Arends,

Wyllie, 1991).

AmnonTo3 SIBIISIETCSI
pacnpocTpaHeHHBIM

00111e0H0JIOTHYECKUM

OTBETCTBCHHBIM 3a NOAJCPIKAHHIE
IIOCTOSHCTBA ~ YHCJICHHOCTH  KJIETOK,
(hopMooOpa3oBaHNE HOBBIX KIETOK U
BEIOPaKOBKY Je(eKTHBIX KJIeTOK. Ero
WHIIyKTOpaMHu MOTYT OBITh
Hecrienupuueckue (akTopbl, TaKUE Kak

HIMPOKO

MECXAaHHU3MOM,
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TEMIIEpaTypa,  TOKCUYECKHE  arcHTHI,
OKCHJAHTBI, CBOOOIHBIC PaINKAIIbI, TaMMa
u Y®-usnyuenue, OakTepuabHbIC
TOKCHHBI M JAp. Bo Bcex 3tux cimyuasx
IIPOUCXOJUT MHIYKIUS aloITo3a, HO IIpU

YBCJIUWYCHUNU O03bl COOTBETCTBYIOILICTO
arcHra MOXET Pa3BUBATLHCA HCKPO3
KJICTKH.

Perynsanus amnonro3a B HEPBHOW cHCTEME
OCYILECTBIISIETCS MHOTOYHCIICHHBIMU
CUTHAJIBHBIMU Kackazamu. IIpuyem myrtu
peaiu3aniy 3TOro Iporecca MOTryT OBITh

pa3NUYHBIMM: MOXYJLSIIUS  AKTHBHOCTH
(epmeHTOB, MOy JISIIHS (axTopoB
tpanckpumuu (p53, AP-1, NF -xB),
mpsiMasi ~ akTUBAlMs TCHOB  PaHHEro
HEMeIJICHHOTO OTBeTa (c-jun , c-fos)
(BaBaymmmH, 3axapoBa, 1996). Ha
CCTONHALIHUA  JeHb  BBIABIEH  DAX

BEILIECTB, CIIOCOOHBIX KaK aKTUBHPOBATh,
Tak M 3aMeUIITh pa3BuTHe amonrto3a. K
MHTHOMTOpaM  amonTo3a  OTHOCUTCS
cemeiictBo  OenmkoB  IAP  (amomTo3
uHruoOupyromux Oenkos). Bce IAP —
MPOTEHHBI Ha N-KOHIIe copepar oT 1 1o
3 crnemuduyeckux MOBTOPOB (TIPUMEPHO
mo 70 aMHHOKHCIOTHBIX OCTaTkOB B
KaXI0M), KOTOpBIC OTBETCTBEHHBI 32
uarndupyromyto ¢yakmuoo  (Deveraux,
Reed, 1999). B mnacrosimee Bpems Yy
YeloBeKa HICHTU(HUIMPOBAHO 6 BHIOB
6enkoB IAP — cemeiictBa: NAIP, cIAP-1,
cIAP-2, XIAP, Survivin u BRUCE. benku
clAP-1, cIAP-2 u XIAP wunrubupyror
KJIIOYeBble Kacmazel 3, 7 U 9 myrem
CBSI3BIBAHMSI C YYacTKaMH, C KOTOPBIMHU
B3aUMO/ICHCTBYIOT AKTHBATOPbI
tdepmenta. berok NAIP wunrubmpyer
Kacmasel 1,3,6,7 u8.

Wupyxuuys aromnTo3a MOXET
OCYLIECTBJIATECA IIPU BO3JCHCTBUM Kak
BHEIIHUX, TaK M BHYTPEHHHUX (HaKTOPOB,
NPUBOIAIIMX K BO3pacTaHmio Bxoma Ca’’
BHYTpPb KJICTKH, @ TaK)K€ K IOBBILICHUIO
SKCIPECCUM WM Pa3BUTHI0 MYTalUH
TeHOB-aKTHBAaTOPOB amnonro3a. Hambonee
4acTO BHENIHSAsS AaKTUBAIMs alonTo3a B
HEMPOHAX OCYIIECTBIAETCS B peE3yJbTaTe

TOKCUYECKOTO  JCWCTBHUS  TJyTamara.
OcHOBO# 3TOr0  (heHOMEHA  SBISCTCS
AKTHBAIHSI GluR, BBI3BIBAIOIIAS
napymenue rpaauentos K, Na’, CI' u
Ca’ Mexay BHe- M BHYTPHKICTOUHBIM
MPOCTPAHCTBAMHU. PesyneraTom
aKTHUBAIlMH HMOHOTPOIHEIX PEHENTOPOB
(mambonee wyacro — NMDAR) sBisercs
noBsimeHHb  Bxogy Ca’’ B KIIETKY C
MOCJIEAYIOIIEH CTUMYJISIUEN INpoTea3 U
paspylmieHHeM  KIIETOYHBIX  CTPYKTYP.
DTOT mTpOLECC COMPOBOXKAACTCS TaKOKe
BO3pacCTaHUEM TMEPEKUCHOTO OKHUCIICHUS
JUMHUI0B W MOCICAYIOIIUM Pa3BUTHEM
okucnutensHoro  crpecca  (Carpenter,
2002).

MOJleKlellprle MEXAHU3MbL anonmo3ia

HpI/IMeHI/ITeJH)HO K KJICTKaM XUBOTHBIX U
YeJoBeKa amonTo3 B OOJBIIMHCTBE
CllyyaeB CBSI3aH C IPOTEONIMTHYECKOH
aKTHBaIMel Kackaja Kacma3 — ceMelcTBa
SBOITFOITUOHHO KOHCEPBaTHBHBIX
IIUCTENHOBHBIX mpoTeas, KOTOpBIE
crenn(pUIecKn pacIIeIUITIOT OSIKH TOCe
OCTaTKOB  aCMaparuiHOBOM  KHCJIOTHI
(Cohen, 1997). Bce mnpencraBurenu
cemeiicTBa Kacma3 (Il MIICKOMUTAOIIIX
U3BeCTHO 14 BHIOB) XapakTepU3yIOTCA
CXO0ACTBOM B AMUHOKHUCIOTHBIX
MOCNIEIOBATENILHOCTSX,  CTPYKTYype H
(yHKIMOHANBHONW 3HaunMMocTH. Kacma3ssl
NPUCYTCTBYIOT B LUTOIUIa3ME€ B BHJE
NPOSH3UMOB M aKTUBHPYIOTCS IO
MOJTHOCTRIO  (PYHKIIMOHANBHBIX IIPOTEa3
MyTeM pacIeIyicHHs MpPOd’H3WMa Ha
OONBIIyF0 W Malyl CYOBCHWHUIBI U
JaJbHEHNIIEro OTIIECIUVICHUS OT HHUX /N-
KOHIICBBIX IOMEHOB. 3aTeM CyObeIMHUIIBI
CO6I/IpaIOTC51 B AKTHUBHBLIC OJIMTOMEPEI.
Pacmenuienue Ipokacmnas MOTYT
OCYIIECTBIISITh Pa3IMYHbIC IPOTEasbl, B
TOM YHCe M Apyrue Kacmasbl. OnHaKo,
aronTo3 BO3MOXEH U 0e3 ydJacTHs Kacmas,

MOCKOJBKY CBEPXCHHTE3 6erKoB-
mpoMOTOpOB  amonro3a Bax wm Bak
UHIYIHPYET TIPOTPAMMHPOBAHHYTO
KJICTOYHYI0 CMEpPTh B IPHUCYTCTBHH

uHTHOUTOPOB Kacmas (Xiang et al, 1996).
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B kackage peakumi akTHBalMM Kacoas
BBIJICIISIOT J1B€ (DyHKIUMOHAJIBHBIE TPYIIITBI
MPOTEa3HbIX MOJIEKYJ: WHHUIMATOPHl U
a¢dexropsl. [lepBeiM (kacnaza 2, 8, 9, 10)
INPUHAATIEKUT  POJIb  AKTUBUPOBAHUSA
HOBBIX BHJIOB NpoTenHa3. DPPeKTopsl xe
(xacmasa 3, 6, 7) BBI3BIBAIOT JCCTPYKIIUIO
cnemuUIHBIX ~ CcyOCTpaTtoB, Hapymias
HMHTErpanuio KJIETOUHbIX mojacucrteM. O6e
TpyTIIBI XapaKTepU3yITCs
CYIIECTBEHHBIMU pasIuausIMu B
CTPYKTypE TEPMHUHAIBLHOTO JJOMEHA.

Kacnaspl TOCTOSIHHO TPHUCYTCTBYIOT B
KJIETKaX, Jake B HEHpOHax, KOTOpbIC HE
OOHOBIIIOTCSI HA TPOTSHKCHWH  Bcel
*ku3HU. CyIIeCTBYIOT TPH OCHOBHBIX ITyTH
pa3BUTHSA KacKaga aKTHUBAIlMM Kacrmas.
Onua u3 myTei CBSA3aH C
B3aMMOJICHICTBHEM HMHIYKTOpa aronTo3a
CO  cneuu(pUYECKUMH  pelenTopamu
(HampuMep, axkTHBAIMS Kacmasbl 8 Mpu
B3aumogeicteun Fas nuranga ¢ Fas
peuentopom). [Ipyroi myTh — aKTHBAIHS
Kacmasbl 9 — 3aKimodyaercs B 00pa3oBaHUN
rerepoauMepoB u3 cemeiictea Bcel-2. U,
HaKOHEII, TPETHH IMyTh aKTHBAIlMHU Kaclias
— TIPU TIOMOIIIU CEPUHOBOH MPOTEHHA3EI —
rpaHzuMa B. DTOT MyTh 3alycKaeTcs Mmpu
WHIYKIIH aTonTo3a KIIETKH
[MUTOTOKCUYECKUMHU T-TUMQPOLUTAMUA U
NK-knerkamy, CEKpEeTUPYIOLIUMU  3TH
(hepMeHTHI. Heob6xonumo TaKxe
NPUCYTCTBUE TOpOOpasyommx OeaKoB
nep(pOprHOB, MIPOAYLIUPYEMBIX
IUTOTOKCUYECKUMHU KJICTKaMH. B
KauecTBE  MHILIEHEH  rpaH3umMoB B
BBICTYNaroT Kacnassl 3, 7 u 10.

Haubonee BCTpEYarONInecs myTH
peanu3zaliy anonTo3a NpU aKTHBALUH
Kacla3 3aKII04al0TCs B CICIYIONIEM.

1. Jlurann peuenTOpHBIN yTh
MHHULIUHPYETCS MOCPEICTBOM CBS3BIBAHUS
CenU(pHUIECKNX KHUICPHBIX JIUTaHIOB
(Fas-muranxn, TNF — ¢aktop Hekpoza
OITyXOJIM M JIp.) CO CBOMMH PELENTOPaMH,
YTO BBI3BIBAET PEKPYTHUPOBAaHHE K HUM
aJanTepHBIX OENKOB U IpoKacmas, B

4acTHOCTH mpokacmnasbl 8 (Nagata, 1997).
Arperanusi  MOJIEKYJl IpoKacmassl 8
JIOCTaTO4YHA, 4YTOOBI HMHUIIMUPOBATH UX
pacliieruieHne 1 00pa3oBaHHE aKTHBHBIX
¢opm kacmazel 8, KoTOpas, B CBOIO
ouepeb, HHAYIUPYET 10 aKTUBHBIX (HOpM
s¢hdexroprasle kacmsl 3, 6, 7. o
MOMCHTA aKTHBALMK Kacla3oi 8 Kacrassl
3 amonTo3  sBHSETCS  OOpaTUMBIM
npoueccoM. CyIIECTBYIOT PEryJIsATOPSI,
KOTOpbIE OJOKHPYIOT WM, HalpOTHB,
YCUIMBAIOT pa3pyLIMTENbHOE JeiicTBHE
Kacmas Ha 3Tod ctaguu. K HUM oTHOCATCS
6enxu Bcel-2 (uaruburops anomnroza: Al,
Bcl-2, Bcel-W, Bel-X;, Brag-1, Mcl-1 u
NR13) u Bax (mpomoTopsl amomnTosa:
Bad, Bak, Bax, Bcl-Xg, Bid, Bik, Bim,
Hrk, Mtd). Ot Oenku 3BOIIOIMOHHO
KOHCEpBAaTUBHBI: TOMOJIOT Bcl-2
oOHapykeH naxe y Tryook Geodia
cydomium wu Suberites domuncula, 'y
KOTOpPBIX  afonTo3  HEOOXOOUM Ul
Mopoorenesa (Adams, Cory, 1998).

2. Ilpu qpyroM MyTH WHAYKIMH arionTo3a
KIIOYECBYIO POJIb HWIPAOT MHUTOXOHAPUH,
MO3TOMY ero Ha3bIBAIOT
MHUTOXOH/IPHAIBGHBIM TyTeM. Bo Bpems
s dexropHON (Hazbl METOXOHIPUATEHOTO
MyTH aronTo3a, KaK MPaBHIIO,
MPOUCXOIUT YBEIUUCHUE KOHLEHTPAIHH
Ca* B mwrommasme.  OCHOBHBIME
MCTOYHHKAMH yBenudeHus nouoB Ca’' B
KJIETKE cIryKar ME)KKIJICTOYHBIC
MPOCTPAHCTBA, MATPUKC MHUTOXOHIPHUU U
SHIOTUIA3MATHYCCKHIA PETHKYITIOM.
VBenuuenne — comepxkanms  Ca’’ B
LIUTO30J1e BEJCT K AKTUBAIMA
JHJIOHYKIIEa3, TKaHEeBOH
TPAHCTITy TAMHHA3BI u KJIETOYHBIX
nporeas, YYaCTBYIOLIHX B
JIerpamanuoHHol  Qaze.  YBenmueHue
BHYTPUKJIETOYHOU KOHIICHTPAI[HH
KaJIbIIHs BeJICT K HapPYIICHHUIO
MPOHHUIIAEMOCTH MHUTOXOHAPHATBHON
MeMOpaHBI, B pesynbTare 4ero
NPOUCXOMUT  cBoOoxHast  aupdysus
Pa3IHMYHBIX HOHOB. [Magenue
MEMOPaHHOTO TOTCHIMANA OOYCIOBICHO
YBEIHUYCHUEM MIPOHUIIAEMOCTH
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BHYTpEHHEH MeMOpaHbl MUTOXOHAPHIA
(permeability  transition)  BcieaCcTBHE
oOpa3oBanus rurantckux mop (Kroemer
et al, 1997).

PazHooOpa3Hbl  (hakTOpbI, BBI3BIBAIOIIHC
packpeiTie mop. K HHUM oTHOcATCS
UCTOILIICHUE KIETOK BOCCTAHOBJICHHBIM
rimyratuonom, NAD(P)H, AT® u AJ1®,
o0pa3oBaHKe aKTHBHBIX (POPM KHCIIOpO/Ja,
pazobieHue OKHUCJIUTEIHHOTO
dbochopenrpoBanus  MPOTOHO(GOPHBIMU
COCIMHECHUSIMH, YBEJINYEHHUE COJCPIKaHUs
Ca’" B nuromnasme. O6pazoBanHUe HOp B

MUTOXOHJIPHSIX MOXKHO BBI3BAThH
LIepaMUIOM, NO, Kacrmasamu,
aM(pUIATHICCKUMU MIENTUIAMY,
JKUPHBIMUA ~ KUCTIOTaMu. [lopbl  HMeErOT
JTUaMeTp 29 HM, TTO3BOJISTFOILINI
nepecekaTb MeMOpaHy BeIIECTBaM ¢

MoJieKyJsipHOi Maccoi 1,5 klla u HuKe.
CnencTBHEM PaCKPBITHS TOPHI SABJSCTCS
HaOyXaHUE MHUTOXOHAPHATILHOTO
MaTpHUKCa, Pa3pblB HAPYKHOH MEMOpaHBI
MUTOXOHIPHIA u BBICBOOOKIEHHE
PACTBOPHMEBIX OCIKOB MEXKMEMOPAHHOTO
oovema. Cpeam 3THX OCTKOB — piX
arnonToreHHsix (akropos: muroxpom C,

mpokacmazel 2, 3 uw 9, Oemok AIF
(apoptosis inducing factor),
MIPEICTaBIIOMINI cO00 (IIaBOIPOTEHH C
MOJIEKYJSIpHOH ~ Maccod 57 k/a.

IIpokacmaza 3 oOHapyXHBaeTCi Kak B
MEKMEMOpPaHHOM 00BbEME MHUTOXOHIPHIA,
TaK u B LUTOILIA3ME. Ilocne
BEICBOOOXKIeHHss  muToxpoma C B
[UTOIUIA3MY OH CBSI3BIBACTCS C OEIKOM
APAF-1 u ctumynupyer oOpa3oBaHHe €To

OJIMTOMEPOB. JTO, B CBOK oOuepenpb
BBI3BIBACT PEKpYTHpOBaHHE Ha
o0pa3oBaBLINiicS  KOMIUIEKC — MOJIEKYI
MIPOKAaCIa3bl 9, ux arperario,

ayTOMNPOLIECCUPOBaHUE U (OPMHUPOBAHHE
aKTMBHOT'O KOMIUIEKca Kacmasol 9. Ha
CIICYIOIIEM Jrame MPOUCXONT
PEKPYTHPOBaHHE HA OTOT KOMIUICKC
MOJICKYJl ~ MpoKacmasel 3 A HX
MPOIICCCUPOBAHKUE JIO AKTUBHBIX (OPM,
KOTOpPBIC PaCIICTUISIOT KJIIOYEBLIE
MHUILICHA W BBI3BIBAIOT anonto3. Cremyer

3aME€TUTb, YTO IMOBPECKIACHUEC U CTPCCChI
MPUBOJAT K BBIXOIY U3 MUTOXOHJIIPUH HE
ToNbKO IUTOXpoMa C, HO U psiAa ApyTUX
MOJIEKYJ, B dYacTHOCTH mnpotea3bl AlF.
[Ipu 3TOM CyIIeCTBYEeT B3aMMOPETYIISIINS
CUTHAIBHBIX  MyTeH, aKTUBHUPYEMBIX
perenTopaMu CMEPTH U IOBPEKIAFOIIIUMHI
Bo3zclicTBusAME (puc. 6). Tak, akTHBanus
Kacma3sel 8, BBI3BaHHAs AaKTUBAIWEH
pEelenTopoB  CMEpPTH, HE  TOJBKO
HampsMYI0  aKTHBHpYeT d3(pdexropHbie
Kacmasel, HO ¥ HHIYLUPYET YBEIHYCHHE
IIPOHUIIAEMOCTHU MHTOXOH[[pHaHLHOﬁ
MeMOpaHbl W AKTUBAIMIO DPEryJISTOPHOU
kacmazel 9. C npyroil CTOpOHBI, IpH
MOBPSKICHUAX M CTPEccax  MOXKET
HAOJIOMATECS  TOBBIIICHUEC OKCHPECCHH
penentopoB cmeptu — Fas u Killer/DRS.
Takum o006pa3oM, TPOAMONTOTHYECCKHE
CUTHAJIBI amMIUIMpyoTCS, YTO
TIO3BOJISIET HaJIe)KHEe JIOCTUTATh
HeobOxoaumoro 3ddekra. OOpazoBaHHe
TUTaHTCKHIX mop HE SIBIIACTCS
CIMHCTBCHHBIM  MEXaHH3MOM  BBIXOJa
MEKMEMOpaHHBIX OCITKOB MUTOXOHJIPHN B
muToruiasMmy.  llpenmomaraeTrcs, — 9TO
pa3peIB HapPYKHOU MeMOpaHbI
MHUTOXOH/IPHA MOXXET OBITh  BBI3BAaH
TUIEPIOJIIpU3aueit BHYTpEHHEN
MeMOpaHbI (Cp. ¢ THIOMOSAPU3ALUEeH IpU
PacKpBITUH TUTAHTCKUX Mop). Bo3moxen
U anbTepPHAaTHBHBI  MexaHM3M, 0e3
pa3pbiBa  MeMOpaHBI, packpsiTue
TUTaHTCKOTO OENKOBOro KaHala B caMOM
HapPYy)KHOU MeMOpaHe, CIIOCOOHOTO
npomnyckath muToxpoM C U Ipyrue Oenku
U3  MEKMEMOpPaHHOTO  MPOCTPAHCTBA
(Green, Reed, 1998).

3. CymecTByeT MeXaHU3M aKTHUBallUU
anonro3a He3aBucuMo oT kacma3 (Leist,
Jaattela, 2001). Hanpumep, peuentops ¢
JIOMCHaMH CMEPTH BBI3BIBAIOT CMEPThH
KJIETOK IIyTeM aroNTo3a, KOorja KacKasn
Kacma3 uHruouposaH, a P53 BoI3bBaer
rubens KIETOK y MbIIed HAaKayTOB IIO

reny APAFl  (apoptotic  protease-
activating factorl). B poly(ADP-ribose)
Polymerase-1 (PARP-1) B PARP-1
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Puc. 6. Kacnaz-3agucumviti u Kacnas-He3agUCUMbIli MeXaHusmol eubenu
Hetiponog. Ilpu 3anycke anonmosa (uepHvle cmpenku) 8 YUMONnIazme
nosviuiaemcs yposeHv beaxa P53. Omom 6enok nepemewaemcs 8 A0po
Hellpona, 20e yeenuyusaem cunmes beika Bax. Bnosb cunmesuposanHulil
benok  Bax  ecmpausaemcs 6 membpany — mumoxonopuu. B
MUMOXOHOPUATLHOU MeMOpaHe 3mom 6eloK 63aumoOeiicmaeyem ¢ KaHaiamu
u cnocobcmeyem ux omxpwvimuio. Ilocie omxpeimusi KAMAn08 U3
MUMOXOHOPUU HAYUHAEM BbIXOOUMb eé codepoicumoe. B cnyuae kacnas-
He3a8UcUMo20 (CuHue cmpenuk) nymu 6 yumoniasmy evixooum oenok AIF,
Komopulil Hanpaensiemcs 6 A0po u gvizvisaem paspyutenue [JHK netipona. B
caydae Kacnaz-3asucumo2o nymu (KpacHvle CMmpenKu) u3z Mumoxonopuu
sbixooum yumoxpo L[, komopwlil axmueupyem Kkackad kacnasz. B umoece
MOJIeKYIbl NPOKACNasvl 3 pacujenisitomes, 00 akmusHou gopmuvl. AkmueHas
gopma kacnazvl 3 nponukaem 8 sI0pO HEUPOHO8 U 3ANYCKAEm paspyuieHue
JHK.

OTIOCPEOBAaHHON  KJIETOYHOW  rubenu 3aBucumocts Tpanciuokammu AIF ot
runepaktuBanusi PARP-1 Tokcuueckum aktuBanu PARP-1 mokasmiBaer, dYTO
MOBPEXICHUEM HHAYLMPYET siepHble  cuUrHajbHas cucrema PARP moxker ObITh
CHUTHajJbl THOeNM KIeTku (yMeHbIIaeT  BoBieueHa B BbicBoOOxneHne AlF u3
NAD', ATP) u BbI3bIBa€T TPAHCIOKALMIO MUTOXOHApPHHA  (puc. 6). AKTHUBHBIC
AIF u3 muroxonapuii B sinpo (Cregan et dopmsl kuciopona (ADK) u gpyrue JHK
al., 2002). MTOBPEKIAFOIIINE areHTHI MOTYT

AKTHBHPOBATh MIPOHUIIAEMOCTh

MHUTOXOHJAPHH, KOTOpasi TPHBOIUT K
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BbIcBOOOXKIeHni0 AIF. TIponuriaemocts
MUTOXOHJIPHI1 BBI3BIBAET eIle OoJbllee
BbIcBOOOXKIeHHe ADK n3 MUTOXOHIpHI
0 MeXaHU3My 00paTHOU CBSI3U.

HewussectHo nepeMeraeTcs T
endonuclease G (EndoG) B PARP
OIIOCPETOBAHHOM KJIETOYHOW THOenu, HO,
B03MOXkHO, uT0o AIF 1 EndoG gmeficTByror
BMECTE, BbI3bIBasl Kacla3o-HE3aBUCHMYIO
kiaetounyr rudens (Wang et al., 2002).
Poly (ADP-ribose) glycohydrolase
(PARG) pacmemsier poly (ADP-ribose)
(PAR) nomumeps! ¢ obpazoBanuem PAR

nomumepa u  ADP-pubossl.  Cnaboe
noBpexxaenue  JIHK  3amyckaer  ee
pemaparuro. OTHAKO TSDKENBIH HHCYIBT,
TIOBPEXKICHHE, KOTOpOE BBI3BIBACT

cunbHOe nospexaenue [JHK, npuBoaur k
runepaktuBanud PARP-1 u kierouHoit
rudenu.

®1aBonpoTEeNH ATF, Oymyun
JN00aBICHHBIM K HM30JHMPOBAHHBIM SAIpam
n3 knetok Hela, BBI3bIBaeT KOHACHCAIHMIO
xpomatuHa u QparmenTanuio JJTHK, a mpu

00aBIEHUN K H30JINPOBAHHBIM
MUTOXOHIPHSIM MeYeHu KpBIC -
BbICBOOOXKIeHne  mmroxpoma C  u
kacna3el-9. Mukpounsekius AIF B

MHTaKTHbIE (PHOPOOIACTHI KPBIC TPUBOIUT
K KOHJICHCAIIUU XpoMaTuHa o
nepudepun  sapa, paspeBy JHK Ha
KpymHble parMeHTsl [uMHO# 50 T.H.IL U
Gounblie, JIICCHIIAINN Dy B
MHUTOXOHAPHAX u Tepexoy
(ocarnanncepuHa U3 BHyTPEHHETO CIIOS
OUTOIUIA3MAaTHYECKO ~ MeMOpaHbl B
HapyXHBIH. Hu omuH w3 3THX 3P QeKTOB
AIF He mnpenmorBpamaercs NENTHIHBIM
MHTHOUTOPOM Kacmas N-
Oenzomnokcukapoonmi-Val-Ala-Asp
tpupTopMeTunkeToHoM  (Z-VAD.fmk),
KOTOpBI  IpEAOTBpamiaeT  aronros,
HHTyIUPOBAaHHBIH
MHUKPOMHBENPOBAHHEIM IIUTOXpOoMOM C.
OTH fdaHHBIE MOKa3pBalOT, uto AlF
SIBIISIETCSI MHUTOXOHAPHATEHBIM
3¢ deKkTopoM amonToza y JKHBOTHBIX,
JEWCTBYIOIUM HE3aBUCHMO OT Kacras.

IMATOJOI'nn C.M. AHTOHOB
Bce o2mm mytm  amonTo3a  MOTYT
peann30BBIBATHCS B YCIOBHUAX
9KCAUTOTOKCUYHOCTH. MIMEIOTCS HaHHEIE,
4To HEHPOTOKCUYECKOE ZeCTBHE,
BEI3BAHHOC M30UPATCIIBHOW aKTUBAIMEH
NMDAR " AMPAR/KAR,

COIIPOBOXKIAETCS 3allyCKOM  Pa3JIMYHBIX
anonToTH4ecKux myrteid. Hampumep, mpu

runepaktuBaiin -~ NMDAR  pasButue
amomnTo3a  NPOUCXOAWT MO  Kacmas-
HE3aBUCHIMOMY MEXAaHH3MYy C YJacTHEM
MPSIMOTO 0CBOOOXKIEHUS AIF u3
mutoxouapuii  (Wang et al., 2004;
EBctpatoBa u ap., 2008). Hampotus,
aroITo3 BBI3BaHHBIN aKTHUBalUEH

AMPAR/KAR pazBuBaercst ¢ ydactuem
kacriaz (EBctparoBa m np., 2008). Oro
YKa3bIBaeT Ha CYIIECTBOBAHHE PELEHTOP-
CENEKTHBHBIX ~ JTAllOB  Pa3BUTUS W
MEXaHN3MOB HEHPOTOKCHIECKOTO
nevictBusa Glu.

B sT0ii r11aBe paccMOTpPEH IUPOKUM KPyT
BOIIPOCOB, HA4MHAas OT CTPYKTYypHI
TIIyTaMaTepruyecKux CHHAIICOB,
CTPYKTYPHO-()yHKIIMOHAJIBHOTO CTPOCHHS
HOHOTPOIIHBIX GluR, HX
(yHKIIMOHMpOBaHMS B HOpME W
[IAaTOJIOTHH, U, 3aKaHYMBAsI, MEXaHU3MaMH
9KCANTOTOKCHYHOCTH, T.C.
HEHPOTOKCUYECKOIO AEMCTBUS MIyTamara.

Paboma noooepoicana epanmom PO DU npoexm Ne
08-04-00423-a.
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KiroueBsim coObITHEM B
pacrpocTpaHeHHH CHUTHAJIA OT HEWpOHa K
HEWpOHY  ABISIETCS CHHANTHYECKas
nepegada (wmm TPAHCMUCCHS).
Bo3HuKHOBEHHE IOTEHLMANA JIEHUCTBUS B
MPECHHANTUYECKOM HEeWpOHE MPUBOIMT K
BBIOpOCY  HeiipoMenuaropa M3  €ro
AKCOHHBIX OKOHYAaHWH B CHHAIITUYECKYIO
menb. B pesynprare B CHHANTHYECKOH
e MIPOUCXOUT pe3koe
KpPaTKOBPEMEHHOE BO3pacTaHue
KOHIIEHTPaLu! Helpomenuaropa,
peuenTopsl, pacIoIoXeHHbIE B
MOCTCUHANITUYECKOM  4YacTH  KOHTAaKTa
aKTHBHPYIOTCS, BO3HHMKa€T TOK HOHOB
yepe3 MeMOpaHy MOCTCHHAINCa, YTO B
KOHEYHOM HTOI'€ IPUBOAUT K U3MEHEHHUIO
MOTCHIIMAA Ha MeMOpaHe
MOCTCUHAIITHYECKOro HeipoHa. OpHako
CHjla CHHANTHUYECKOro OTBeTa (Win
3¢ HEeKTUBHOCTH CHUHANTHYECKON
nepefavn),  u3MepseMas ~— BEIUYUHOM
BO3HMKAIOIIETO B OTBET Ha BHIOpOC
HelipoMenuaropa  MOCTCHHANTHYECKOTO
toka ([ICT) wiIM MOCTCHHANITHYECKOTO
norenmaia (IICII), MoxxeT BappHpOBaThH
B 3aBUCHMOCTH OT YPOBHS INpEIbIAyLIeH
AaKTHMBHOCTH CHHamca. JTO SBJCHUE,
W3BECTHOE Kak CHUHANTHYeCcKas
IUIACTUYHOCTh, WIPaeT BaXKHYIO pOJb B

obecrieueHNH  CIIOCOOHOCTH ~ HEPBHOM
CHCTEMbl pearupoBaTb Ha W3MECHEHHMS
ycinoBudd  cpenbl. B ciywae, koraa

MIPOMCXOANT ycwieHHe 3()(HEeKTUBHOCTH
CHHAITHYECKON TPaHCMHUCCHHU

HonroBpemennass mnorenmumanus (ABII;
long-term  potentiation, LTP) ©Obuia
BIEepBblE onMcaHa TumoMm bnmccom u
Tepse Jlomo B 1973 rogy B cuHamcax
IpaHyJLIPHBIX KJICTOK 3yOuaroil ¢acuuu
(dentate gyrus granule cells) B oTBeT Ha
BBICOKOYACTOTHYIO CTUMYJISILIUIO
nepgopanTHoro mytH (perforant pathway)
(Bliss & Lomo, 1973). BnocnenctBuu
t¢enomen JIBII Obur ommcan BO Bcex
BO30OY)KIAIOIIMX  MYyTSIX  THONOKAMIIA,
BO30Y)KIAIOIINX CHHAICAX ILIEJNOro psaa
IOpYTHX CTPYKTYp TOJOBHOTO MO3ra, a
TaKkXKe B TOPMO3HBIX cuHamcax (Racine et
al., 1995; Roman et al., 1999). Takum
00pa3oM, crocoOHOCTh mposBiATh JIBII
sBisiercsl yHIaMEeHTAIbHBIM CBOWCTBOM
OOJBIIMHCTBA CHHANTHYCCKUX KOHTAKTOB.

Mexanuszmol UHOYKUUU U IKCApeccuu
00/1208PeMEeHHOIl ROMEHUUaYUU

MoneKynﬂpHme MCXaHU3Mbl MHAYKIOHUU U
JKCIIPECCUU JBII 3HAYUTEIBHO
pa3IMYyarTCs B 3aBHCHMOCTH OT THIIA
CUHAIICOB u THIA HEWPOHOB,
YYaCTBYIOIINX B CO3IAaHUM KOHTAKTa. Tak,
U psna  BoO30YXKHAOIIUMX CHHAIICOB
uaaykus  JIBIT  tpebyer  akTuBammu
HMJIA (NMDA) peuenTopoB, B TO BpeMs
KaKk JUIL JPYyTUX CHHAIICOB 3TO HE

SBISIETCSl  HEOOXOJMMBIM  YCIIOBHEM.
HauGonee wu3yuennoit ¢opmoii JIBII
spisietcs  HMJIA-3aBucumas — ¢opma

MOTEHIWALMY CHHAIICOB Ha IMUPAMMIBIX
kiaetkax B moire CAl  runmokamma
(uMeHHO O Hell TiaBHBIM 00pazoM H
Oymer wuATH pedp B OTOM  0030pe).
IIpouecc ABII npunstro pa3nensTb Ha
HECKOJIBKO (a3  MOCTTETAHWYECKYIO
nmoTeHIManuio (post-tetanic potentiation;
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Puc. 1. Cxema sxcnepumenma pecucmpayui 001208pemMeHHol NomeHyuayuu
(ABI1) 6 nupamuonvix knremxax eunnoxkamna. A) Ilonesoti 6036yscoarouuil
nocmcunanmuueckuii nomenyuan (nBIICII), pecucmpupyemviii npu nomowu
sHeKemouHo2o omeedenus 6 stratum radiatum noas CAI ecunnoxkamna
(6Hu3y) 6 omeem na cmumynayuio koaramepaneii [llaggepa oounounvimu
umnynvcamu (86epxy). Benuuuna omeema Ha cmMuMyn OOHOU U MOU dice
UHMEHCUBHOCIU  YEeIUYUBAEMCSl NOCAe GbICOKOYACMOMHOU  CIMUMYIAYUU.
bB) Omo ysenuuenue, (8vipascaroweecs 8 usMeHeHUU AMNIUMYObl OmMeema u

kpymusuvl  Hapacmanusa  BIICII),  coxpansemca Ha — npomsdiceHuu
ONUMENbHO20 npoMmedIcymKa epemeHU nocne npeKpaujeHus
6bICOKOUACIMOMHOU CIUMYIAYUU.
MepBbIe  HECKOJIBKO ~ MHHYT  IOCie  Tak Ha3bIBacMast TeTaHHYeCKast
TETAHWYCCKOH  CTUMYISIAH),  PaHHSISA crumymsnus  (tetanic  stimulation). Kaxk
JBIT (mo ~60 MUHYT TIOCIIe MHIYKINH) H MpaBWJIO, OSTO  CTUMYJBHBIA  pa3psin
no3nusist [ABIT (moTenmmanws, muismasics — MPOAOJDKUTENIBHOCTBIO B 1 cekyHAy,
JTOJIBIIIE Yaca). COCTOSIINH u3 100 HMITYJIbCOB,

Haunbonee wuacto misa umuaykouum JIBII
HCIIOJIB3YETCS BBICOKOYACTOTHAs
JJIEKTPUYECKas CTHUMYJISIINS, Harpumep,

momaBaeMbIx ¢ gacrtoroir 100 I'y (puc. 1).
MounekynspHble Tpurepsl nHIykuuu JIBI1
BO30yxnmarorux cuHancoB B moje CAl
Xopouio N3Yy4YCHBI u OCHOBAHbI Ha
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NOTCHIIMAJI-3aBUCUMOCTHU aKTHBallun
HMJIA peuentopoB (cM. 0030p C.M.
AHTOHOBa B  JaHHOM  COOpHHKE).
BosbIIMHCTBO  (DYHKIIHOHATIBHO —3PEJIbIX
BO30YIKIAIOIINX CHHAICOB B TMITIIOKAMIIE
COJIepIKaT JBa Pa3HbIX TUIA PELENTOPOB
rmyramata — HMJIIA u AMITA (AMPA)
peuentopel. Bo BpeMs HH3KOYaCTOTHOW,

win  ‘6asoBoit’  (basal),  TecroBoi
CTUMYJISILIUH riyTamar,
BBICBOOOXKIAEMBIH W3  CHHANTHYECKUX

BE3WKYII, IPUBOANT K aKTHBAIINN KaHAIOB
AMIIA  peuenTopoB U TeHepalyu
BO30YKIAIOIIETO IICIT (BIICTI,
excitatory post-synaptic potential, EPSP).
Wonnsle kanansl, Gpopmupyembie HMIA
penientopamu, npu MOTEHITHAIax
MeMOpaHbl, OJNHM3KHX K MOTCHIHATY
TOKOSA, OJIOKUPYIOTCS BHEKICTOYHBIMH
WOHAMU MarHus. 3-3a Hanu4usi Takoro
MarageBoro  Omoka  Bkiaag ~ HMJIA
penenTopoB B ‘6a3oByio’
HelpoTpaHcMuccHI0O MUHAMaIeH. OqHaKo
BO BPEMs BBICOKOYACTOTHOM CTUMYJISIIIUU
MPECUHANTHYECCKUX BOJIOKOH, MOBTOPHAs
axtuBarusg AMIIA perientopoB NPUBOIUT
k cymmamuu BIICII u mnocreneHHOH
JICTIONISIPU3AIHT MTOCTCUHAIITHYCCKOM
MeMOpaHbl. B pesynbraTte MHpOMCXOIMT
CHATHE MarHueBoro Omoka ¢ HMJIA
peuenTtopoB, W  OHH  CTAaHOBSTCA
TIPOHUIIAEMBIMU JJIs1 HOHOB. XapaKTePHOU
0COOCHHOCTBIO 3THUX KaHAJOB SIBISACTCS
TO, YTO TIOMHMO HOHOB KAl M HATPHA
OHH TaKXe MPOIYCKAIOT HOHBI KaJbIIHS.
[locaennue, rnomnajas B KJIETKY,
AKTUBUPYIOT psJ CHTHAJIBHBIX IyTCH,
HCOOXOMUMBIX [UIS YBCIUYCHHUS CHJIBI
CUHAINITUYECKOW mepeaauu (puc. 2).

MorekynsipHbie MEXaHHU3MEI,
obecneumBaromue JIBII, ocHoBaHbl Ha
AKTUBHOCTH psina MPOTEHHKNHA3.

BaxubiM ¢aktopom crabmmusanu JBII
Ha PaHHHUX CTAJHUSX SBISCTCS AaKTHBHOCTh
CaMKII (Ca®" /kanpMoLy/THH-3aBHCHMOI

nporennkunassl  1I;  Ca’’/calmodulin-
dependent protein kinase II).
KpaTtkoBpemeHHOE JIOKAITLHOE
TOBBIIIICHHE ~ KOHIICHTPAIHH Ca* (B

pesynbrare OTKphITHS KaHaioB HMJIA

peLenTopoB)  SBISIETCS  AOCTATOYHBIM,
yroObl  akTuBupoBath CaMKIL. B
JlanpHememM aKTUBHOCTb 9TOM
MPOTEUHKHUHA3BI TIOJ|/IePKUBACTCS
HE3aBMCHMO  OT  cojepxkamus  Ca’’
BCJICAICTBHE Tporecca
aBroocopenmmposanns (Soderling &
Derkach, 2000). BrmoxupoBanue
aktuBHoctH ~ CaMKII  mpuBomutr X
HEBO3MOXXHOCTM uHAyuuposatb JIBII.

I[Momumo CaMKII mrs pazmuasabx (opm
JBII Ba)xHa aKTUBHOCTb psja ApPYTux
MTOCTCUHANITHYECKUX MIPOTEUHKHHA3
(manpumep, PKC, PKA, MAPK, fyn, src).
[Tpuuem BKJIaO  TOMH 703071 HHOH
NPOTEHKHHA3bl MOXXET BapbUpOBaTh B
3aBUCUMOCTH OT OJKCIEPHUMEHTAJIbHBIX
YCIIOBUH, THNA CTUMYJALUH, BO3PacTa
s)kuBoTHoro (Yasuda et al., 2003).

MonexkynsipHO-KJI€TOYHbIE MEXaHU3bI,
CHOCOOHBIE  00ECHEeUlTh MOJJIEpKaHHE
JBII, Moryt peanu3oBbIBaTbCcAd Kak Ha
0aze mpe-, TaKk W TOCTCHHANTHYECKOU
yacTH KoHTakTa. Ha ypoBHe moctcunarnca
MIPOJIOJDKUTENbHAS TIOTEHIMAIMSA MOJKET
JOCTHTAaThCSI 33  CYET  WM3MEHEHHUH
O0MoU3NIECKUX CBOMCTB  PELENTOPOB
rmyramata (Benke et al., 1998), a Take
MOCPEACTBOM  PETYALMM HX  YHUCIA.
Hampumep,  axtuBupoBaHHas  ¢opma
CaMKII Bo3biBaeT QochopenupoBanue
AMITIA peuenTopoB H  yBEIHUYEHHE
MPOBOAUMOCTH WHIIUBH Y JIbHBIX
kaHanoB (Derkach et al., 1999). Kpome
TOro, HeNbli psxg pabor ybOeauTenbHO
MPOJIEMOHCTPUPOBAJT yBEIMYCHUE 4YHCIIA
pELenTopoOB B CHHAICAX in Vitro B OTBET
Ha CTUMYJSLHIO, WCIONB3YEMYIO JUIA
nanykuun - JABII, a Takxke in vivo
BCJIEACTBHE  OOYCIOBJICHBIX  OIBITOM
IUTACTHYECKUX WM3MEHEHHUH (experience-
dependent plasticity). Kak u wHIyKIUSA
JBII, Bxmrouenne HOBRIX  AMIIA
PELenTopoB B TUIa3MaTHYECKYIO
MeMOpaHy THNIIOKaMIIAIBHBIX HEHPOHOB
Tpebyet akTuBanmu HMJIA penentopos.
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Puc. 2. Cxema, Oemoucmpupyrowas pabomy MexaHusmos UHOYKYuu u
axcnpeccuu JIBII ¢ none CAIl eunnoxamna. A-b) Huoykyus J{BII moocem
bbimb  Ocywjecmenena Npu NOMOWU UCHOTb30BAHUS  BbICOKOYACHOMHOU
CIMUMYIAYUYU, KOMOPAs Npu8ooum K Oenoaapu3ayum nOCMCUHANMUYEecKoU
MeMOpanvl U CHAMUN MasHuegozo 6Oaoxka ¢ kamanoe HMJIA peyenmopos.
Yoanenue maenuesoco 6noka nozgonsem enymamamy axkmuguposams HMJITA
peyenmopul, U UX OMKpbimue Npugooum K HPUMOKY KAMUOHO8 Kalbyus
eHympb  knemku. IlogvluieHue HYMPUKIEMOYHO20 KATbYUA A6IAEmCs
KII04e8blM MOMEHMOM, ocywecmensgiowum sanyck [BII.  B) Dxcnpeccus,
wnu noodepaicanue, J[BII mooicem ocyujecmensimocsi npu nomMowy yuacmust
HeCKONbKUX Kak npe-, mMak u NOCMCUHANMUYECKUX MeXAHU3MO8, He
uckmouarowux opye opyea. Yeenuuenue 3¢QgexmugHocmu CUHANMUYECKOU
nepeoayu Mmodcem O00CmMueamvpCs: yeeaudeHuem nposooumocmu AMIIA

KaHanos, CceA3auHOU ¢  ocopuruposanuem  MOIEKYI — peyenmopd,
scmpausanuem O0ONOIHUMENbHBIX MOneKyi peyenmopa 8
noCmCcUHanmuieckoe  YNWiomHeHue,  YeludeHuem  8blC80O0NCOCHUS
Hetipomeouamopa u3 npecunanmuiecko2o0 oxkonuanus. CmpykmypHbie

usmenenus, conpogosxcoaiowue [BII, maxoice npednonazaiom yuacmue 6
amom npoyecce monekyn yumockerema. Koopounayus usmenenuil 6 npe- u
NOCMCUHANMUYECKOU — 4ACMU — KOHMAKMA — MOXcem  OOCMu2amvcsi
pesyavmame  O€Ucmeusi  PempoSpaoHblx  MECCEHNCepo8 U MONEKVI,
0CYWeCmENAIWUX PUIULECKVIO C653b MENCOY Npe- U NOCMCUHANMUYECKOU
MeMOparoul (Hanpumep, MOLEKY KIeMOYHOU adz2e3uu).

ux  OJoKupoBaHHE
MPENATCTBYET yBeandeHuto uncna AMITA
peuenropo B cuHarcax (Pickard et al.,
2001). IIpumeuarensHo, YTO
nmonroBpeMeHHas nenpeccus (ABJ; long-
term  depression, LTD), HampoTus,
MPUBOAXT K yMeHbIIeHHI0 gucia AMITA
penentopoB B mocrcuHance (Hayashi et

al., 2000). Takum oOpa3oM, yBenuueHHe
3¢ dhexTUBHOCTH CHHANTHYECKON
nepenayd MOXET IOCTUTaThCs 3a CYeT

TpaHCIopTa B 00J1aCTh
IMOCTCUHAIITHYECKOIO YIUTOTHEHHUS
IOIIOJIHUTEIILHBIX MOJIEKYT AMITA
PEmenTopoB. VBenuueHue qyucia

peLenTopoB B MOCTCHHAIICE MPOHCXOIUT
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Omaromapst BCTpaMBaHMIO B MeMOpaHy

PELEnTOPOB, coJieprKaIux GluR1
cyobenunuily. To ecTh 3TOT mporiecc
cnenuuacH B OTHOIIICHUU
CyOBETUHHYHOTO COCTaBa PEICHTOPOB H
OCYIIECTBIISICTCS HE3aBUCUMO oT
MOCTOSTHHO HYLIETO mpoiiecca

B3anmooOmMeHna AMIIA pernentopoB B
moctcuHarice  (constitutive  receptor
turnover) (Malinow & Malenka, 2002).

Obecnieuenue MO IeP)KaHUS
CHHAITUYECKOU nepenadu B
MOTEHIIMMPOBAaHHOM COCTOSIHUM MOJKET
TaKKe OCYIIECTBISATHCA u

NIPECHHANTUYECKUMU MeEXaHM3MaMu. B
KauecTBe  OJHOTO U3  BO3MOXKHBIX
BapHAHTOB OBLIO MPEJIOKECHO U3MEHEHHUE
JUHAMUKA BBICBOOOXKICHHS
HelipoMenuaropa u3 AKCOHHOTO
OKOHYaHUs B pe3ynbrare unaykuuu JBII.
Orot MEXaHU3M OCHOBaH Ha
OCOOCHHOCTSIX ~ KMHETHKH  CBSI3bIBAHMS
rinyraMaTa ¢ peuenropamu AMITA-tuna.
BeicTpoe  yBenuueHue  KOHLEHTpAIUU
HeljponepegaTunka B CHHAaNTHYECKOU
eI BO BpeMs TpaHCMHUCCHUH Ooiee
3¢ $EKTUBHO aKTUBUPYET PEIEHTOPHI, YeM
MEIJICHHBIE HM3MEHEHUS KOHLEHTPALUH
Helponepenatuuka. [loaTomy monynsuus

CKOpPOCTH  3K30LUTO3a CHHAITUYCCKUX
BE3UKYJI CII0COOHA OKa3bIBaTh BIUSHHE Ha
BCIIMYNHY CHHAIITUYCCKOTO OTBCTa

(Renger et al., 2001). Muayxuus JIBII
MOXCT TaKXE IMPUBOJUTH K H3MCHCHUIO

BEPOSITHOCTH BBICBOOOXKICHHS
Helfipomeraropa u3 AKCOHHBIX
TepMUHAIICH (release probability).

Hexotopreie ¢opmer IABII, mampumep, B
CHHAICaX MIINCTBIX BOJIOKOH (MOSSy
fiber synapses) Ha MUpPaMUAHBIX KIETKaX
B moje CA3 rummokamma, HpaKTHIeCKU
MOJHOCTBIO ~ PEAIN3YIOTCS 33  CYeT
U3MEHEHHs BEpOSATHOCTH penu3a. OTa
¢dopma [IBII, omgHako, MMeeT OTJIHUYHBIN
oT BBIIICOMTUCAHHOTO MeXaHU3M
MHIYKIUH W HE 3aBUCHT OT aKTHBAIMU
HMJIA penentopos. Kpome Toro, 6nuto
BBICKA3aHO MIPEIIO0I0XKEHUE, 4TO
unaykuss  JABIT MokeT mHpUBOIUTH K

U3MCHCHHUAM pasMepa MOpbl CIUAHUA
MpeCHHANTHYEeCKUX Be3ukyn (fusion pore)
¢ MeMOpaHOii BO BpeMs BbIOpoca
HelipoMeauatopa W TakuMm  00pa3oM
MEHSTh KOJIMYECTBO BBICBOOOXKIAEMOTO
riiyraMarta ¥ COOTBETCTBEHHO BBI3bIBATH
HU3MECHEHHUS BEJINYHHBI
noctcuHantruyeckoro orBera (Krupa &
Liu, 2004).

Opnako, ecnu HHAYKIUSA JBIIT
MPOMCXOIUT B IOCTCHHAIICE, BO3HUKAET
BOIIPOC, KaKuM obpazom
MIPECHHANTHYECKOE OKOHYAHME MOIydaeT
HHPOPMAIIUIO W) HEOOXOIUMOCTH
(yHKUMOHATBHBIX TepecTpoek? B aToii
CBSI3M BAXHO HMETh B BHAY, 4YTO
CHHANTHYCCKHH KOHTAKT HE SBISETCA
«Joporoi c OJHOCTOPOHHUM
JBIDKEHHEM», MO KOTOpOoH HH(pOpManus
nepenaeTcsl JIMIIb OJHOHANPABICHHO OT
AKCOHHOTO OKOHYAaHHSl K IOCTCHHAICY.
Bonbmioe 41CII0 HCCIIEeI0BaHUI
MIPOJIEMOHCTPUPOBAIIO HaJlMgue
MEXaHU3MOB obpaTHOTO
pactpocTpaHeHust curHajioB (retrograde
signaling) OT  TOCTCHHANITHYECKOTO
HelpoHa K NPECHHAIITUYECKOMY,
NPUBOIAIIMX K H3MCHCHUIO MapaMeTpoB
BBIZICJICHUS] HeWpoMenuaropa (HampuMep,

BEPOATHOCTH peJiM3a U KBaHTOBOTO
pa3mepa [quantal size]).

Takass curHamu3anusi OCYIIECTBISCTCS
HOCPEICTBOM peTporpagHbIx
MeccemxkepoB (retrograde messengers),
crocoOHBIX  muGyHIUpOBATE  Yepes

BHEKJIETOYHOE MTPOCTPAaHCTBO. B kauecTBe
CUTHAJIBbHBIX (DaKTOPOB MOTYT BBICTYIATh
okcun o3ora (NO), cymepokcua aHHOH
(0*), wmomokcun  yrmepoma  (CO),
apaxumoHoBas kuciota (arachidonic acid,
AA), a Takke HEHPOTPOPHUCCKHUE
¢axToper, Takue, kak BDNF (brain-
derived neurotrophic factor) (Medina &
Izquierdo, 1995). Ilomumo  »3TOTO,
peTporpajHas  CHUTHAIU3AUS  MOMKET
OCYIIECTRIISATHCS MOCPEACTBOM
KOH()OPMAITHOHHBIX HU3MEHEHHI
KOMILIEKCOB KPYIHBIX 0EJIKOBBIX
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MOJIEKYI, KOTOpBIC dusznyecku
CBA3BIBAIOT IIPC- W MNOCTCUHAIITUYCCKYIO
MeMmOpanbl. CylllecTBOBaHHE TMOAOOHBIX
KOMILIEKCOB OBLIO TIOKA3aHO JUISI MOJICKYJT
KIICTOYHOM aare3uu (mammpumep,
WHTETPUHOB u KaJI'CPHUHOB),
MPUHUMAIOIINX YYacTHE B MOYJISIUK
IBII (Tang et al., 1998; Chan et al.,
2003).

OyHKIMOHAIBHBIE HU3MEHEHUS
CHUHANITUYECKOM Iepeauyd Hepa3phIBHO
CBSI3aHBI c YIBTPacTPyKTYPHBIMH
nepecTpoKamu. MHorouncneHHbIE
paboTsl yOenuTenpHo
MIPOJEMOHCTPUPOBATH, YTO  MHIYKIHA
JBIIT MPUBOJUT K U3MEHEHUSAM
mopomorunn  cmHamca  (Yuste &
Bonhoeffer, 2001). Ilpu 3ToM BHHMaHHE
uccienoBaTeNel C  caMOro  Hadvaia
MPUBJIEK TOT (AaKT, YTO U3MEHEHHUS TIpe- U

MOCTCUHANTHYECKON 4YacTell KOHTaKTa
MPOUCXOJAT C  BBICOKOHM  CTENEHbBIO
KOOpIAWHALNU. IIpeanonoxuTensHo,

CYIIECTBEHHYIO pPOJb B O3TOM HIPAIOT
MOJIEKYJIbl KJIETOUHON aAre3uu, KOTOphIE
C BHYTPHKJICTOYHOH CTOPOHBI CBSI3aHBHI C

JJIEMEHTaMH IUTOCKEJeTa KIETKH W,
CJIC/IOBATEIBHO, MOTYT 3aIycKaTh
JIOKaJIbHBIE Mopdonoruyeckne

HEePeCTPOMKH B OTBET HAa H3MEHEHUS
MOpP(OJIOTHH OKPYKAIOIIUX KIETOK. ITO

u MIO3BOJISIET KOHTaKTUPYIOLLUM
HEHUpOoHaM CUHXPOHU3UPOBATH
PECTPYKTYpHU3alMIO  IIOCTCHHAICA  H

AKCOHHOIO0 OKOHuYaHus Bo BpeMms JIBII
(Wheal et al., 1998).

Onnaxo, HECMOTPA axe Ha
3HAYUTEIbHBIE YCHEXH B  Pa3BUTHH
METOI0B BU3YaJIU3aI[I1 CHHAIICOB,
BOIIPOC O TOM, K KakuM HMEHHO
CTPYKTYPHBIM W3MEHEHUSIM
CHHANTHUYECKUX KOHTAaKTOB TMPUBOAUT
JBII, Bo MHOroM OCTaeTcsi OTKPBITHIM.
DTO CBS3aHO B MEPBYIO OYEpeab C TeM,
YTO OJHO3HAYHO OMPEACIUTH, IPOU30IILIA
qu JIBII B 1TaHHOM KOHKpPETHOM CHHAIICE,
0YeHb CIIOYKHO, BEIb 3aIIACh
3MEKTPO(YU3NOTOTHIECKUX OTBETOB

IIPOU3BOJUTCS CO BCEr0 HEHUPOHA, a HE C
OTJEIBHOTO cuHarica. PaGoThl, B KOTOPBIX
ObLTH NPEeANPUHSITHI HOMBITKH
(IIOMETHTB MOTEHIIMUPOBaHHBIC
CHHAIIChI, B YACTHOCTH C HCIOJIb30BaHUEM
IUTOXUMUYECKHX c1oco0oB
obHapyxennss Ca’* B mmmukax rmocre
BBICOKOYAaCTOTHOH CTHMYJISLIMH, IIPU BCEX

JIOCTOMHCTBaX  OCHOBAaHBI Ha  psje
JOIYLIEHUH, HE HMEIOIINX
AKCIEPUMEHTATBHBIX JI0Ka3aTeIbLCTB

(Buchs & Muller, 1996).

Eme B pannux wuccnepoBanusx JIBII
OBUTIO BBICKA3aHO MPEIIOJIOKCHUE, YTO
OHa TIPUBOJUT HE TOJNBKO K W3MCHECHHUIO
MOp(OJIOTHH CHHAICOB, HO U B HTOTEe K
YBEJIIMYCHUIO MX YHCia. TakuM o0Opaszowm,
nojaep KaHue MTOTEHIALINT
OCYIIECTBIIIETCSI 32 CYET TOr0, 4YTO B
CYMMapHOM OTBETE HEWpoHa  Ha
CTHUMYJISLIUIO NPUHUMAET ydactue
0ojbllice  YHCIO  CHHAICOB.  BBLIO
MOCTYJUPOBAHHO, YTO VBCIMYCHUE B
HEHpONMyIe Yucia CHHAICOB C IByMs H
Goutee MMOCTCUHANITUICCKAMU
YIUIOTHEHUSIMU 1tociie uHAykuuu JIBIT
SIBIISICTCS OTpakeHHEM mporiecca
pacIerieHust CYIIECTBYIOMINX
JEHIPATHICCKAX [IUIAKOB u
(hopMUpOBaHHUA HOBBIX CHHANTHYECKHX
KOHTakTOB. OHAKO TakoW CICHapHi
pa3BUTHsI COOBITUH OBLI IOCTABJCH IOJ
COMHEHHE panom uccienoBaTenen
(Hering & Sheng, 2001; Fiala et al., 2002;
Ostroff et al., 2002). Kpome TOro, cam
(akT yBENTMYCHUS YHCIA CHHAICOB B
orBer Ha JIBII nmo cux mop sABnsercs
MIPEIMETOM JTUCKYCCHIHA.

Mopdonorudeckue usmMeHeHus: Gopmbl u
BEJTMYMHBI CHHANTUYECKOTO KOHTAKTAa HE
BO3MOXHBI 0€3 BOBIEYEHHsA Ipolecca
cHHTe3a Oenka W DKCIOPECCHMH TEHOB.
OmHAakO 3TH MEXaHU3MBI BKIIIOYAOTCS
TOJBKO  CIYCTSI ~ HEKOTOpOe  Bpems
(mecATKH MHHYT M Yachl) H BHOCAT BKJIaJ
[JIAaBHBIM ~ O0pa3oM B IIOJUICp)KAHHUE
nmo3naux (a3 [IBII (Kandel, 2001).
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Kak yxe OBIIO OTMEYEHO, IUHAMHUKA
WU3MEHEHUS KOHLEHTpaLuu
HEHpOMEUaTopa B CHHAIITUYECKON LIEeNn
MOXET SBJIATHCS OJHMM U3 CIIOCOOOB

perysnuu 3¢ peKTUBHOCTH
cHHANTHYecKol  mepenaud.  [lomumo
KAHETUKH BBICBOOOXKIEHUS
Helipomeauaropa, oHa TaKkKe
OTIpeNIeNAeTCs pabotoit MeXaHn3Ma

oOpaTHOTO 3axBara, pOJb KOTOPOTO B
nonnepxanuu JIBII HemaBHO mnomydwiia
SKCIIEPUMEHTAIBHOE MTOITBEPKICHHE
(Levenson et al., 2002). VYcunenue
mpoliecca 0OpaTHOIoO 3aXBaTa MOXKET OBITh

HEOOXOAMMO ISl  IPEAOTBPAIICHUS
JIECEHCUTH3 ALK peuenTopos B
MOTEHIIMMPOBaHHBIX ~CHHamncax. Kpome
TOTO, pabora [ITyTaMaTHBIX
TPaHCIOPTEPOB OrpaHUYHBACT
«BBITUTCCKUBAHHECY (spillover)
HelipoMenuaTopa 3a Ipeensl
CHHANTHYECKON IeNH, NpenoTBparnas
aKTUBALMIO COCEAHHX CHHAIICOB, W,

BO3MO>HO, BHOCUT BKJIaJ| B IIOJJIEP>KaHUE
cuHanTuieckor crnerupuunoctn JIBII
(Tsvetkov et al., 2004).

Ponv mopmodrcenun 6 cunanmuueckoil
naacmuynocmu

I'AMK (y-aMuHOMAacisiHHass  KHCIIOTa;
GABA) sBnsercsi OCHOBHBIM TOPMO3HBIM
HEeIpoMeaaToOpoM LEHTPaIbHONU HEPBHOU
CUCTEMBI. COOTBETCTBEHHO,
I'AMKepruueckas Heliponepenada
UTpaeT BaKHYIO POJIb B OCYIIECTBICHHUH
KOHTpPOJISL BO30OY)KICHUS M B THUIITOKAMIIC.
Ceru 'AMKepruueckux HHTEPHEHPOHOB
KOHTPOJHPYIOT KJIETOYHYIO
BO30yIMMOCTh " KOOPJIUHUPYIOT
CBOMCTBAa IMPOCTPAaHCTBEHHO-BPEMEHHON
UHTETpallil  MUPaMUJHBIX  HEHPOHOB.
HecmoTps Ha TO, 4TO WHTEPHEUPOHBI
COCTaBJISIIOT OTHOCHTENILHO HEOOJBIIYIO
MOMYJALMI0  HEMPOHOB  TUMINOKaMIa,
3HaYMTEbHAS apOopH3alusi UX aKCOHOB
TI03BOJISIET KaXJIOMY TOPMO3HOMY
HEHpOHY yCTaHABINBATh CHHANTHYECKHUC
CBSI3M CO MHOTUMH  IHPAMHIHBIMU
KJIeTKaMH, (OpMHPYS MHOTOYHCIICHHBIC

KOHTAaKThI C KaXXIbIM u3
nocTcuHanTHyeckux Hedponos (Buhl et
al., 1994a; Buhl et al., 1994b). IIpu sTom
HEKOTOpbIE HMHTEPHEHPOHBI  ITOCHUIAIOT
cBOHU AKCOHHBIE OKOHYaHUS
MPEUMYIIECTBEHHO K EPHCOMATHYECKON
o0JacTH KIETOK, B TO BpeMs Kak Ipyrue
(OpPMUPYIOT CHHANICHI B OCHOBHOM Ha
IEeHIpUTHOM JepeBe HelipoHOB (Miles et
al., 1996). Kpome TOro, MHTEpHEHPOHBHI
UMEIOT pa3BETBICHHBIE CBSA3M BHYTPH
COOCTBEHHOTO TyJia, (GOPMHPYS TaKUM
00pa3oM TOPMO3HYIO CE€Th C BBICOKOH
CTCIICHBIO B3aHMHBIX COCI[I/IHeHI/Iﬁ

(Acsady et al., 1996; Gulyas et al., 1996).

B ornmume oT mmpamMHIHBIX HEHPOHOB,
HHTCPHEHPOHBI ~ MPEICTaBISIIOT  COOOU
OYEHb TeTEPOTCHHYIO TOMYJIIIHIO KIIETOK.
Tomepxko B mone CAl runmokammma
HacUMTHIBAaETCS MO MeHbIned Mepe 16
TUIIOB UHTEPHEUPOHOB, Pa3IN4HAIOIIIXCS
Mo MOP(HOJOTHUCCKUM, OHOXMMUYCCKUM
U 3JEKTPOPHU3HOIOIHYECKUM CBOMCTBAM
(Somogyi & Klausberger, 2005). OgHako
OTCYTCTBUE YETKHX KOPPEIALUA MEXIy
STUMH TapaMeTpaMH B 3HAYHTEIEHOU
CTCTICHH 3aTPyIOHSCT KIIACCH(PHUKALINIO
TOPMO3HBIX HEUPOHOB. TTosTomy
OTIpe/IeICHNE POJIM TOTO WIIM MHOTO THIIA
WHTEPHEUPOHOB B MO Ty TISIIIH
CHHANTUYECKOH  IUIACTHYHOCTH  €IIe
TOJILKO IPeNCTOUT. TeM He MeHee
HEKOTOpbIe OOIIMe NPHHIMIIBI Y4acTHs
TOPMOKCHUA B CHHAIITOIINIACTUYCCKUX
N3MEHEHHSX XOPOIIO 0XapaKTepPU30BaHBbI.

Crumymsamus  koimtarepanein  Hladgepa
(Schaffer collaterals), ucrmonszyemas s
nHaykuuu JIBII, npuBoAauMT K akTUBaLUU
HE TOJBKO BO30YXKIAOIMIMX, HO U
TOPMO3HBIX, I'’AMKepruueckux,
HelpoHoB  runnokammna. llocnennue
OCYWIECTBIIIOT ~ /1Ba  (DYHKIIMOHAIBEHO
pa3HbIX THIIA TOPMOXXCHUS THPAMHUIHBIX
kiaetok monms CAL: mpsmoe  (feed-
forward) Topmoskenue u obpatHoe (feed-
back or recurrent) Topmoskenne. B cimyuae
npsmoro Topmoxkenus: ' AMKepruueckuit
HEHPOH, HMEIOIIUMI  OKOHYaHUS  Ha
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Puc. 3. HUnmepnetiponul,
ocywecmeniowue npimoe (1) u
obpamnoe (3) mopmodicenue
nupamuonou  Kiemku  (2)  npu
cmuMynayuu Koanamepaneti
Hlaggepa (8videnenvt  Kkpachvim).

«ty - 6036)/9!60(1}0114146 cuHancel, «-» -
MOPMO3HblE CUHANCDHL.

nupaMuaHbix — kinetkax nmoias  CAl,
HEMOCPEICTBCHHO aKTUBUPYETCS
AKCOHaMH  BO30YXJAIOMMUX  HEHPOHOB
momst  CA3. Ilpsmoe  TOpMOXKEHHE
orocpeayercs B OCHOBHOM

MEPUCOMATHYECKUMH OKOHYAHISIMH Ha
nupaMuaHbIX Kietkax (Parra et al., 1998).
B cnyuae oOparHOro  TOpPMOKEHUS
BO30Y)KIICHHE NHPAMHIHBIX HEHPOHOB
noyis CAl B OTBET Ha CTUMYJISIIMIO TIO
KOJUTaTepaisiM nepegacTes K
WHTCPHCHPOHAM, KOTOpPhIE B  CBOIO
ouepeqlb  OCYIIECTBISIIOT  TOPMOYKCHHE
BO30OYIOUBIIUX WX NHPAMHUIHBIX KICTOK

(puc. 3).

'’AMKepruueckast Helponepenaya
OCYIIECTBIIICTCS TOCPEACTBOM aKTHBALIUU
HMOHOTPOIBIX JIUTaH-aKTUBUPYEMBIX
TAMK,4 PELENnTOpOB, KOTOpBIE
(hOpMUPYIOT KaHAIIBI, TPOHUIACMEIC IS
AHMOHOB XJIOPa, a TaK)Ke METa0OTPOIHBIX
T'AMKj5 penentopoB, IpOHULAEMBIX IS
katuonoB kammsa. 'AMK, u T'AMKj
PEenTopsl OCYIIECTBISIIOT TOPMOKEHHE

¢ pa3zmuuyHOM kuHeTHkod. K Tomy ke
I'AMKj; peuenTopsl IIOMHUMO
MOCTCUHAIICA MOTYT pacloyiaraTbCsi B
MIPECHHANTHYECKON YacTH KOHTaKTa, Te
OHU BBINOJHAIOT POJb ayTOPELENTOPOB
(autoreceptors), MOJIaBIIAs BBIOpOC
Heiipomenmaropa (Davies & Collingridge,
1996).

I'’AMKeprudeckass cucremMa IpPUHHUMAET
ydyacThe B MeEXaHM3MaxX HHIYKIHH |
skcnpeccun JIBIT B runmokamme (Steele
& Mauk, 1999; Feldman, 2000). Kaxk

[IpaBuUJIo, OnokupoBaHue IF'AMK,
pelenTopoB B Cpe3ax  THUIMIOKamma
MIPUBOJIUT K YBEIMUYEHUIO JABII

(Wigstrom & Gustafsson, 1985; Chapman

et al., 1998). Ycunenne xKe
I'AMKeprudeckoit  HelpoTpaHCMUCCHH
nmpu  momomu  aromnctoB  ['TAMK

pelenTOpOB, HAMPOTHB, CHUYKACT CTEICHb
norentanun (Levkovitz et al., 1999).

MexaHu3MBbI CHHANTHYECKOTO
TOPMOXKCHHSI, aKTUBPHYEMbIE BO BpeMs
BBICOKOYaCTOTHOM TETaHUYECKOH
CTUMYJISIINY, TIOCTEHIEHHO O0CIa0eBarorT,
IPUBOIS K YBEJIUYCHUIO
JIETOSIPU3YIOETO (P (PeKTa, BEI3BAHHOTO
aKTHBalMed BO30YKAAIOMINX CHUHAIICOB
(McCarren & Alger, 1985). Pa6ora storo

MEXaHH3Ma  OTYacTH  MOXeT  OBITh
OCHOBaHa Ha y4acTuu 'AMKj5
ayTOpPELENTOPOB B MOJIaBJICHUH

BeicBoOOkeHnss ['AMK (Davies et al.,
1991; Mott & Lewis, 1991). Onnako
CYIIIECTBEHHAs] POJIb TPECHHANTHYCCKIX
T'AMKj5 peuentopoB B uHaykuuu JIBIT
OpLTa MIPOAEMOHCTPHUPOBaHA npu
MOTEHITHAIUH, BEBI3BIBAEMOM
HCIIOJIb30BaHUEM MIPOTOKOJIA TeTa-
paspsimoB  (theta-burst stimulation), Bo
BpeMsi KOTOpOil 00brdHO 10 mMmavyeyHbIX
pa3psaoB, COCTOAIIMX M3 4 UMITYJIBCOB,
mojaBaeMbIx ¢ dgactorod 100 I'm,
pasnenensl uHTepBasaMu B 200 Mmc (4To
COOTBETCTBYEeT TeTa dactore — 5 I
(Staubli et al., 1999). BrokupoBanue xe
T'AMKj5 penentopoB mnpu HCIONIb30BaHUHU
«KJIaCCUYECKON» BBICOKOYACTOTHOM
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crumysanun (100 T'm B Teuenme 1
CEKYH/]IbI) HE OKa3bIBacT CTOJIb
3HAUMTENBHOTO BIUSHUS Ha BEIUYUHY
JABII. Takum o00pa3oM, MOIYJSIHS
MJIACTUYHOCTU 3aBUCUT OT MaTTepHa U
WHTCHCHBHOCTH CTUMYJISIUH,
ucnonb3dyeMol st uHaykoun - [IBIT
(Chapman et al.,, 1998; Staubli et al.,
1999).

Kpome toro, psin uccienoBaHuil moxasai,
YTO TPU BBICOKOYACTOTHOW CTUMYIISIIMU
BosokoH Iladdepa TI'AMKepruueckne

OTBCTHI BMECTO TUNICPIIOIAPU3aAINU
OpUuBOAAT K ACTOJIAprU3alun
IIOCTCHUHAIITHYCCKOI'O HeﬁpOHa, OKa3hbIBas
TaKuUM O6p330M napagoKCaJIbHOC

Bo3Oyxmatoree aeticteue (Kaila et al.,
1997; Taira et al., 1997), COOTBETCTBEHHO
obnerdas muapykimio JIBII (cf Autere et
al., 1999). HekoTopble aBTOpHI TaKxke
CBA3BIBAIOT  3TOT  JCMHOJSAPU3YIOLIUN
spdpext TAMK ¢ aktuBHOCTRIO [[AMKj
peuenropo (Cobb ef al., 1999; Brown et

al., 2003). Cnemyer OTMETUTb, YTO
OKOHYATEeJIbHOE NpOsICHEHNE ponu
BO30YKIatoMIeH TI'AMKepruyeckoit

Heliporpancmuccud B uaaykuuu JIBII Bo
B3pOCIIOM  COCTOSIHUM ~ HYXJIAeTcsi B
JOTIOJTHUTEIIBHBIX UCCIIEIOBAHMSAX.

ITnacmuueckue uzmenenus 6o epems
PAaHHezo pazsumus

[Ipumeuarenen TOT ¢akr, 4TO
MEXaHU3MBI, BOBJICUCHHBIC B
OCYIIIECTBIICHHE HEKOTOPBIX ¢bopm

CHUHANTUYECKON IJIACTUYHOCTU B 3pEIOM
MO3Te, UCHOJB3YIOTCS TaKKe Ha pPaHHHUX
oTamnax pa3BUTHUA BO BpEMs
cHUHanToreHe3a. Ponb  3nekTpuyeckon
aKTUBHOCTHU B (dhopMupoBaHUU
(hyHKIIMOHATHHBIX cBsI3eit MEXIY
HEWpOHaMH M3BECTHA  JABHO. XOTA
OmoxmpoBaHue CHUHANTHYECKON
aKTUBHOCTH camMo0 1o cebe  He
MIPEIOTBPALLAET (dopmupoBaHue
cuHarcoB, Ooyee TOHKas HacTpoHka
B3aUMHBIX  COEIMHEHUN  KIJIETOYHBIX
JJIEMEHTOB HEPBHOMU TKaHU,

n30UpaTenbHas CTaOMIU3aIMsl OJHHX U
JUKBUAALUSA  JPYIrHMX  KOHTAaKTOB B
3HAYUTEIBHON  CTCMEHH  3aBUCAT  OT
CTCIICHU KOPPEIAINH aKTHBHOCTH TIPE- U
MMOCTCUHANITHYCCKUX ~ HEHPOHOB.  OTO
XapaKTEPHO KAk JJIs ICHTPAJIbHOM, TaK U
Uil Tiepe(UpUYECKONl HEPBHOW CUTEMBI
(Verhage et al, 2000; Zhang & Poo,
2001; Lauri et al., 2003; Bouwman et al.,
2004).

Opnoit 3 Takux obmux wept ABII u
AKTHBHOCTb-3aBUCHMBIX MEXaHH3MOB
TOHKOM HACTPOHKH BXOJIOB HelpoHa
(activity-dependent input refinement) nHa
paHHUX JTalax OHTOTCHE3a SBIIETCS
ydactue B 00OMX TIpolieccax aKTHBALUH
HM/IA peuenropoB. Kak B nmepBom, Tak 1
Bo BTOopoM ciaydae HMJIA penentopsl
BBICTYIIAIOT B KAaueCTBE MOJEKYJISIPHOTO
JIETEKTOpa  BPEMEHH OM  KOppesIuu
aKTHBalMHK rpe- U nocrcunanca (Hahm et
al., 1991; Cline, 2001; Shi et al., 2001).
Ob6a mpomecca TaKke 3aBUCIT  OT
akTuBHOCTH npoTrenHkuHazel CaMKII
(Wu et al., 1996). Kpome Toro, TpaHcHOpT
penentopoB  (receptor trafficking) wm
BCTpaMBaHHE UX B aKTHBHYIO 30HY IIOCIIE
UHIYKLHUH JBIIT HMEIOT
(heHOMEHOTOTHYECKOE CXOJCTBO c
MPOLIECCOM CO3PEBAHUSI CHHANTHIECKUX

KOHTaKTOB, ~ BO  BpeMsi  KOTOPOTO
MPOHUCXOTUT npeoOpa3oBaHue TaK
Ha3bIBACMbIX «MOJIHalIux CHHAIICOB»

(“silent synapses”) B (YHKIMOHAJIHHO
aKTHBHBIE KOHTakThl. Ha ocHoBaHHM
9TOro ObUIa BBICKa3aHa THIIOTE3a O TOM,
yro JBII (uim mpouecc momoOHBIH eif)
SIBISIETCSI BaKHBIM MEXaHU3MOM
CO3pEeBaHMUsl BO30Y)KIAIOUINX CHHAIICOB
(Liao et al., 1995; Durand et al., 1996).
KocBeHHbIM CBHUJICTENBCTBOM,
MOATBEPXKIAIOIUM 3Ty BO3MOXKHOCTb,
sBisieTcst  TOT  (akT, 4YTO HaJIU4YUe
CIIOHTAHHON HEHPOHHOW AaKTUBHOCTU Ha
paHHUX DJTamax pa3BUTHSA  HEPBHOI
CHCTEMBI JOCTaTOYHO Ut
OCYIIECTBIICHHSI CEJIEKTUBHOM JOCTAaBKH B
CUHAIICBI AMITA peLenTopos,
conmepxamux GluR4 cyosemmunmbr (Zhu
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et al., 2000). AKTUBHOCTh-3aBHCHUMBIC
MPOIIECChI KaK BO BPEMs Pa3BUTHS, TaK U
BO B3POCJIOM COCTOSIHMU MMEIOT B OCHOBE
o0Ime MOJCKYJSIpHBIC MEXaHH3MBI, a
MHOTHE CUTHAJIEHBIC MOJICKYJIBI,
YYaCTBYIOIIHC B pa3BUTHH
CHHAITUYECKUX KOHTAaKTOB, TaKxKe
SIBISIIOTCS.  BOKHBIMU  MOJYJISATOPaMHU
CHHAITUYECKOU ITACTUYHOCTH y
B3pocibix (Constantine & Cline, 1998).

Cnemyer OTMETUTh, 4YTO BO BpeMs
HEOHATAJIbHOTO IEepUOoJa Pa3BUTHUSA Jaxe
HU3KOYaCTOTHAst CTUMYJISILIUS
I'’AMKepruueckux BOJOKOH OKa3bIBaeT
JETIOJSIpU3YIoIee eiicTBIEe Ha MeMOpaHy
MTOCTCHHANTHYECKUX  HEHPOHOB.  OTO
CBSI3aHO C TEM, YTO Ha PAaHHMUX dTanax
pazButua noreHuman pesepcun ['AMK
penenTopoB nMeeT 6onee
MOJIOKHUTEIbHbIE 3HAueHUs u3-3a Oonee
BBICOKOM (110 CpPaBHEHHUIO CO B3POCIBIM
COCTOSIHUEM) KOHLEHTpaLuu
BHYTPHUKJIETOYHOTO  XJopa.  Bricokoe
coJiepKaHue HUOHOB xJjiopa B
Ppa3BUBAIOLIUXCSI HEHPOHAX OIpeaenseTcs
OTCYTCTBMEM aKTHUBHOTO  TpPAHCIIOPTA,
HalpaBJICHHOTO Ha BBIKAYMBAaHHE WX BO
BHEKJIETOYHOE IIPOCTPAHCTBO. Y KpBIC
MOCTENEHHBIN epexon oT
JETIOISIPU3YIOIIEr0 K
runepnospusyomemy aeicreuo 'TAMK
MIPOUCXOIUT B TEUYCHHE BTOPOM Henmenu
[OCJIE  POXKIEHUS, KOrJa  HEUpPOHbI
HA4YMHAIOT JKCIPECCUPOBATh HEHUPOHHBIN
K'-CI" xorpancrioprep KCC2 (Rivera et
al., 1999; Lamsa et al., 2000). Pabora
nomnsl KCC2 npuBOAUT K BEIKAYMBAHUIO
xjiopa u3 KieTkd. IlosTomMy mnoTeHIman
peBepcun ToKa, omocpexyemoro I'AMK
penenTopamuy, H3HAYaIbHO Goinee
MO3UTHBHBINA, UYeM IOTCHIHANl IIOKOs
HEWpOHa, CTAHOBUTCS 0OJIee HETATUBHBIM.
B pesynprare  aktuBamus [TAMK
PELenTopoB NPUBOJUT K TOMY, YTO XJIOP
u3 BHEKJICTOUYHOTO IIPOCTPaHCTBA
ycTpemyIsieTcs 4Yepe3 KaHal peLentopa
BHYTpb KJIETKH U MeMOpaHa IpuoOperaer
Goutee OTPHULIATENbHBINA 3apsi
(runeprionsipusyercs).  Jenomspuzanms,

KOTOPYIO  O0ecreunMBacT  aKTHBALUA
I'AMK penentopoB Ha paHHEM »3Tare
Pa3BUTHS, OKa3bIBAETCS TOCTATOYHOM IS
cHATHS MarHueBoro Omoka ¢ HMJIA
PELenTOPOB. Taxum o0pazom,
I'’AMKepruueckass cucrema sBISeTCA
MIPUBJICKATEIbHBIM KaHAWIATOM Ha POJb
MOJYJIATOpA CHHANTHYIECKON
IUIACTHYHOCTH  BO  BpPEMS  Pa3BUTHA
rosoBHOro Mo3ra (Leinekugel ef al., 1995;
Ben-Ari, 2002). JleiicTBUTENbHO, OBLIO
mokazano, uro pois ['AMKepruueckon
HellpoTpaHCMUCCHU B WHITYKLIUH
nonrospeMeHHoit gempeccun ([IB) B
TUIIIOKaMIIe Pa3JIMYHa Y HOBOPOXKIEHHBIX
KpbIC W Oojiee 3penbIX J>KUBOTHBIX. Ha
pPaHHUX JTanax pa3BUTHS JACHOJSAPH3ALM
3a cyer aktuBauuu ['’AMK, peuentopos
o0Jrergaer AKTHUBAIAIO HMIA
PELenTopoB, MOHMXAs MOPOT WHIYKIUH
JABJ. HampotuB, y 0Ooxee 3penbix
JKUBOTHBIX ~ CHHEPTU3M B  JICHCTBUH
IF'AMK, u HMJA peuenTopos
OTCYTCTBYET, U TIPOTOKOJBI HHIYKIHU
JABJI, >dbdexTrBHBIE Y HOBOPOXICHHBIX
KpbIC, yxke He neiictBytor (Pavlov et al.,

2004). Taxxke OBUIO TOKa3aHO, YTO
3 PEKTHBHOCTD WHIYKIUH JBII
W3MEHSIETCS B MpoLecCe  Pa3BUTHA
opraHusMa, u I'AMKepruueckoe

TOPMOXKEHHE BHOCHT BKJIaJ B MEXaHHU3M
stux usmeHenuit (Meredith et al., 2003).

B3aumooeiicmeun mercdy xinemxamu u

6HEK1emOUHbIM Mampuxcom 6
Mooynauuu CUHANMUYECKOT
naacmu4Hocmu

BHek/IEeTOUHBII  MaTpUKC  COCTABJISET

3HAYUTEIbHYI0 YacTh OO0bEMa HEpBHOU
Tkanu. [lo HEKOTOpHIM OIleHKaM OH
3aHuMaeT 0kojao 20% TroJIOBHOTO MO3Tra
BO B3POCJIOM COCTOSIHUM M TIOYTH B JIBa
paza  Oomplmie 'y  HOBOPOXIICHHBIX
s)uBoTHBIX (Nicholson & Sykova, 1998).
bonee Bexka TomMy Hazax Kammmio
Tonpmxu oImcan PETHKYILIPHYTO
CTPYKTYPY, OKPYKaIOIIYIO Tela
HEHUPOHOB, — MEPUHEHPOHAIBHYIO CETb.
Ona mpencraBmsieT co00il  KOMIUIEKC
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MOJIGKYJT ~ BHEKJIETOYHOTO  MaTpHUKca, KOMITIOHEHTaMu Matpukca. OmHuM U3
KOTOpblE  HapsAay C  TJIMaIbHBIMU MIPUMEPOB  MOXKET CIYXUTh PEryJIsIus
OTpOCTKaMH  (OPMHUPYIOT  00OJIOUKY aktuBHoctd FGF remapan cynbdatom
BOKpPYT HEPBHBIX KJIETOK. MOJIEKyISpHBIN (Raman et al., 2003).

COCTaB HNEepUHEHPOHATBHBIX ceTel,

OKpYKalomMX  pa3jJu4yHbIC  MOMYJISIUU qDYHKLII/II/I MOJICKYJI BHCKJICTOYHOI'O
HEfpOHOB, YHHMKAJEH U U3MEHSeTCi B MaTpukca MHOrooOpas3asl. OHH HE TOJIBKO
MpoLecCCe OHTOreHe3a, YTO I03BOJAET BBINOJIHAIOT «I1aCCUBHYIO» poJib,

TIPETOIOKHUTh HaJn4gue CHCTEMBI
JUHAMHYECKOM  PErylslMd  COCTaBa
SJIEMEHTOB 3THUX CETEH.

OCHOBHBIMU COCTaBJISIOIUMHU
BHekjJeTouHoro Marpukca B IMHC
SBJIIOTCSL TJIMKONPOTEUHBI: JIAMUHUHBI,
BHUTPOHEKTHH, TPOMOOCIIOH/IHBI,
TEHACIMHBI, a  TaKXKe  pa3iHMYHbIC
TIPOTEOTIINKAHEI, B KOTOPBIX

LEHTPAJIbHBIN OEJIOK KOBAJIEHTHO CBSI3aH C
rmko3amMuHorkanamu  (IAl'-amu; cwm.
tabmuyy  1).  XoHmpouTwH — cynbdar
npoteornukanbl  (CSPGs;  Hampumep,
arrpeka, OpeBHKaH, He(ppoKaH H
¢docdakan), a Takke remapaH cyibdar
nporeornukansl  (HSPGs;  manpumep,
arpuH, TJIUITHKaH, nepeOporivKaH,
NepiIeKaH M CHHAEKAHBI) SIBISIFOTCS ABYMSI
OCHOBHBIMHM TPYMIIAMH IIPOTEOTIIHKAHOB
BHEKIIeTOUHOro Marpukca (Bandtlow &
Zimmermann, 2000; Hartmann & Maurer,
2001). OcuoBHas 4actb  (GyHKUHH
MPOTEOTTIMKAHOB  OCYHIECTBISIETCS  UX
OGOKOBBIMU LENIOYKAMHU
TJIMKO3aMHHOTJTMKAHOB, KOTOpBIE
CIIOCOOHBI CBSI3BIBATHCSI C Pa3IHMYHBIMU
CUTHAJIBHBIMHU (paKTOPaMHU BHEKJIETOYHOTO

MaTpHKCa n MOJICKYJIaMH,
pacrojararomyMucss Ha  IMOBECPXHOCTU
KJICTOK. KpOMC TOrOo, IIOMHUMO
HUHTCTPAJIbHBIX KOMIIOHCHTOB BO
BHCKJIICTOYHOM IIPOCTPAHCTBE

COJZICPIKUTCSL PSIl CUTHAIIBHBIX MOJEKYII,
TakuX, Kak  (akTopsl pocta H
muddepennmpoBkr, Hampumep, FGFs
(fibroblastic growth factors), HB-GAM
(heparin-binding growth-associated
molecule). Mopaymsiuus OHOTOTHIECKOM

AKTHUBHOCTHU 9THUX (baKTOpOB
OCYIICCTBIIACTCA ImyTeM ux
BBaHMOHCﬁCTBHH C Apyrummn

obecrieunBasi MEXaHUUYECKYIO TOJAEPKKY
KJIETOK B TKaHW, HO TAaKKe HIPAIOT
«aKTHBHYIO» poib, OCYILECTBIIAS
CUTHaJIbHbIE (PYHKIIMU MEXKITYy MAaTPHUKCOM
U KIETOYHBIMU JJIEMEHTaMU HEPBHOU
TKaHU. Monexysl BHEKJICTOYHOTO
MaTpUKCa CBSI3BIBAIOTCS C MOJEKyJIaMH
KJIETOYHOU aare3nu (manpumep,
UHTETPUHAMHM), DACIIOJIOKCHHBIMH  Ha
MOBEpPXHOCTH  KieTok. Kpome TorO,
BHEKJICTOUHBII MAaTpUKC Yy4YacTBYeT B

perymsimuu  GOPMBI  KJIETOK H  HX
MOJIBHYKHOCTH, (OPMHUPYS  aJre3uBHBIN
cybcTpar, HEOOXOAUMBIH VTS

OCYIIECTBIICHHUST MHrpPalid HEWPOHOB H
ux MopdoreHesa BO BpeMs pPa3BHUTHS,
BHOCS BKJaJ B  IIPOIECCHl  pocTa
HEHPUTOB, HANpPABICHHOTO JIBHXCHUS
KOHyca  pocta,  (OpPMUpPOBaHHS  H
CTAOUIM3AIUK CHHANITHYECKUX KOHTAKTOB
(Ruegg, 2001). Bo B3pociioM COCTOSHHA
BHEKJICTOUHBI ~ MAaTPUKC  MPUHHMAeT
ydactue BO MHOTHX
naroGpuU3nOJOTUYEeCKUX mpoleccax. Tak,
aKCOTOMHsI  Mepu(epUuecKHX  HEPBOB
CTUMYJHpYeT BbIpaboTKy P-cnionnunHa [F
(floor plate)-spondin] (Burstyn et al.,
1998). Psit KOMIIOHEHTOB BHEKJICTOYHOTO
MaTpukca, Hanpumep, HB-GAM, arpus,
TJIAITUKAH ¥ CHHICKAHBI, aKKyMYJIAPYETCS
B aMHJIOUJHBIX OJNSIIKAX MpU OO0JIe3HH
Ansrreiimepa (Wisniewski et al., 1996;
Verbeek et al., 1999; vanHorssen et al.,
2002). Ilpu ¢dopmMupoBaHUN TIHAIHHBIX
pyOLIOB B MecTax MOBPEXKICHUSI HEPBHOM
TKaHH  YBEIIMUUBACTCS  COJIEP)KAaHUC
KepaTaH-CcyJbgar MPOTEOTTUKAHOB,
OTpaHHYMBasi TEM CaMbIM pPErCHEpaIHIO
aKkCOHOB (Zuo ef al., 1998; Morgenstern et
al., 2002; Properzi et al., 2003).

84 |




MEXAHHU3MbI CHHATITUYECKOM

INJTACTUYHOCTH N.IO. [TaBnos

Tabnuya 1. OcnosHole KOMnOHeHMbI 8HeKAIeMOUH020 Mampukca 6 L[HC

Komnonenmuor @nexnemounozco Ilpumepot

Mampukca

I'nukonpoTennsl JlamyHUHBI,
(UOPOHEKTHH, TEHACLIUH,
TPOMOOCTIOH TMHBI

TIporeoriukaHsl CunjieKad,  TVIMIUKaH,
arpvH, arrpexax,
BepcukaH, hochakan

®  [IIMKO3aMHUHOIJIMKAHBI - XOHIPOUTHH/IepMaTaH

cyibgar

- Tremapad cyib(daT/TenapuH
- KepaTaH cynb(ar
- THaJIypoOHaH

CekpeTupyeMble CHUI'HaJbHBIE
MOJIEKYJIbI

bFGF, HB-GAM

CrpykTypa © MOJEKYJSIPHBIH COCTaB
BHEKJIETOUHOTO MaTpUKCa BaXKHBI TaKKe
JUIA 2JIEKTPUUECKOM Iepeaur CUTHAIOB B

MO3re, MOAYJIAIIUN CHHANTUYECKOI
TpaHCMUCCUHN n peryiasannun
CHHAIITHYECKOU INIAaCTUYHOCTH.
H€O6XOILI/IMO OTMETHUTb, YTO IKCIPECCUA
pdaaa KOMIIOHCHTOB BHCKJICTOYHOTI'O
MaTrpukCca HW MOJICKYJ, CBI3daHHBIX C
ITOBEPXHOCTBIO KIJICTOK, 3aBUCHUT oT

XapakTepa OSJIEKTPUYECKOH aKTHBHOCTH
HelpoHOB. [IpumMepoM MOXKET CIyKUThb
AKTHBHOCTh-3aBUCHMasI DKCTIPECCHS
arpuHa B TUIIIIOKaMIIC, MPUYEM BJIMAHHUC
HEUPOHHOM AaKTHBHOCTU 3aBUCUT  OT
CTENICHW  3pEJOCTH  CHHANTHYECKUX
koHTakTOB (Cohen et al., 1997; Lesuisse
et al., 2000). ArpuH B CBOIO O4Yepenb
CIIOCOOCH AKTUBHPOBATh reH
HEMEJUICHHOTO OTBeTa c-fos, a 3HaYuT caM
MOXET  OCYHICCTBIISATH  MOZYJISILHUIO
Heriponnoit aktuBHocTH (Hilgenberg et
al., 2002). Taxxe aKTHBHOCTh-3aBUCHUMBIC
MEXaHM3Mbl 3Kcrnpeccun umerT HB-
GAM (Lauri et al.,, 1996), TeHacuuHbI
(tenascins)  (Nakic et al., 1998),
HelipoHanbHbl  Kanrepud (N-cadherin),
NCAM (neural cell adhesion molecule) u
L1 (Itoh et al., 1997). Bce atn Monexynsl
NPUHAMAIOT ~ y4acTHe B  PEryJLLUH

cuHantuaeckoi mactuaacTH (Dityatev &
Schachner, 2003). OmHako KOHKpETHBIE

MOJIEKYJIIPHO-KJIETOYHBIE MEXaHNU3MBI
3TOT0 YYacTHsi MOTYT CYILIECTBEHHO
pas3nuyaThes.

Tenacuun-C u TteHacuMH-R crocoOHEI
CBS3BIBATBECS C IIOTEHI[HA-3aBUCHMBIMH
HATPUCBBIMH KaHAaJlaMH U, BEPOSTHO,
UTPAIOT  pONMb B MOAYJSIHH  HUX
AKTUBHOCTH M JIOKATW3aIlil B HEHpOHaX
(Srinivasan et al., 1998; Xiao et al., 1999).

Kpome Toro, ObDIO mOKa3zaHO, dYTO
TeHacuuH-C  BOBJIEYEH B  Mepenavy
CUrsajia IIOTCHIIMAJI-3aBUCUMBIMU

KaJibleBbIMU KaHaisamu L-tuna (Evers et
al., 2002), a TeHacuuH-R cmocobeH
OKa3bIBaTh MOAyJUpYyollee AeHCTBHE Ha
TOPMO3HBIE NEPHCOMATHYECKUE CHHAIICHI
Ha THpaMHOHBIX Heiponax momst CAl
runmokamma (Saghatelyan et al., 2001;

Saghatelyan et al, 2003). Pan
CUTHAJIBHBIX ~ OEJIKOB  BHEKJIETOYHOTO
MaTpHUKCa OCYIIECTBISIET CBOM (YHKIMH
MOCPEICTBOM CBA3BIBAHHS c
PeenTOPHBIMU MOJIEKyJIaMH Ha
IIOBEPXHOCTHU HEUPOHOB. Tax,

HHTHOUpYIOlee eiicTBHE Ha 3KCIIPECCUI0
JBII, omocpenoBaHHOE BHEKJIETOYHBIM
oenkom HB-GAM, mo Bcell BHIUMOCTH,
OCYIIECTBIISCTCS MTOCPEICTBOM
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CBSI3BIBaHUS c TpaHCMEeMOpPaHHBIM
MPOTEOrTIMKAHOM CHHEKaH-3, KOTOPBI B
CBOIO O4Yepeab IMEpelacT CHUrHal U3
BHEKJIETOYHON Cpe/Ibl BHYTPh KICTKH
(Lauri et al., 1998; Kaksonen et al., 2002;
Pavlov et al., 2002).

AKTHBHOCTb-3aBHCHUMBIE HU3MEHEHUS
MOJICKYJIIPHOTO COCTaBa BHEKJIETOYHOI'O
MaTpuKca MOIYT OCYIIECTBIATBCS U
myTeM peryisuuu AKTHBHOCTH
BHEKJICTOUHBIX mpoTeas (Jourquin et al.,
2003). Marpukc-MeTamuonpoTeMHAa3bI
(matrix ~ metalloproteinases, = MMPs)
MIPEACTaBISIOT cO00H TpynITy pepMeHTOB,
CIIOCOOHBIX ~ PACILCIUIATH  MOJICKYJIBI
BHEKJICTOYHOTO MaTpukca. JucbamaHc
MEXIy MaTpUKC-METaUIONPOTEHHA3aMH
ux wuHrHOuTOpaMu (tissue inhibitors of
matrix metalloproteinases, TIMPs) Oplx
NPOJIEMOHCTPUPOBAaH MPH LEJIOM psije
natonoruii (cM. 0630p Skiles et al., 2001).
N3menenus xe aKTUBHOCTU
METaJUIONPOTEHHA3 B  (PU3MOJIOTUUCKUX
npezienax MOXET OKa3blBaTh BIMSHHE Ha
CHHAIIMYECKYTO TUIACTUYHOCTD u
mporecchl o0yuerus u namstu (Wright et
al., 2002).

WN3MeHeHHssT  MOJEKyISIpHOTO  COCTaBa
BHEKJICTOYHOIO MaTPUKCA UMCIOT Ba)KHBIC
(YHKIMOHAJIBHBIE TOCIEACTBHS, TaK Kak
BHCKJICTOYHOC TPOCTPAHCTBO
MIpeCTaBIsieT COOOH MPOBOJIAILYIO CPEny,
B KOTOPOH PacIpoCTPaHIIOTCS
TpaHCMeMOpaHHBIC TOKH, BOSHUKAIOIIHE B
pe3ynpTaTe ANEKTPHYSCKOW aKTUBHOCTH
HelipoHOB. KoMITO3UIMA BHEKICTOYHOTO
MaTpukca ompenensser u - aupdysuio
MOHOB, HEHPOMEIMaTOpOB M JAPYTHX
HEWPOAKTUBHBIX cyOCTaHIHi BO
BHeKJIeTouHOM mpocTtpancTBe (Nicholson
& Sykova, 1998). D10, B meEpByIO
ouepeslb, SIBISCTCS BAXKHBIM (DAKTOPOM,
OTIPEICIISFOIITIM AKTUBAIHIO
BHECHHAINTHYECKUX PEICTITOPOB, a TaKKe
TIPECHHANITHIECKAX ayTo- u
TeTepPOPELENTOPOB, KOTOPEIE PETYIUPYIOT
BEPOATHOCTh BBICBOOOXKICHUS
HelipoMenmaTopa ¥, TaKuUM 00pa3oM,

OIPENEISIIOT AMHAMUKY CHHANTHYECKOU
Helponepeaauu. AKTHUBaIUS
MePUCHHANITHYECKUX "
BHECHHAINITHYECKUX PELENTOPOB, a TaKXKe
peLenTopoB Ha COCEIHHMX CHHAIcax
MOXET  OCYIIECTBISTBCS  Omaromaps
«BBIIJICCKUBAHUIOY» HeHpoMmeauaropa 3a
npe/ieibl CHHANTHYECKON Imenu. OToT
NpOILIECC  PEryJIUpyeTcss HE  TOJIBbKO
MeXaHU3MaMH 0bpaTHOTO 3axBara
HeiipoMenuaropa (Kak yxe YHOMSHAIOCh
BBILIIE), HO u H3BUIIUCTOCTBIO
BHEKJIETOYHOTO IPOCTPAHCTBA M  €r0
BsI3KOCThI0. COOTBETCTBEHHO W3MEHEHHs
B COCTaB€ BHEKJIETOYHOIO MaTpHKca
MOTYT  CYHIECTBEHHO  BIMSTH  Ha
3 PEKTHBHOCTD CHUHANTHYECKON
nepenadd, BO30yIUMOCThH  HEHPOHOB,
CHHANTHUYECKYI0  CIEHU(DUYHOCTh |
obremHYyI0 mepenady (Min et al., 1998;
Kullmann et al., 1999).

Yuacrue MOJIEKYJT BHEKJIETOYHOTO
MaTpukca M KIETOYHOH airesuu B
Ipoleccax CHHANTHYECKON INIaCTUYHOCTH
MOXET TaKKe CIY)XUTh CBS3YIOLIUM
3BEHOM  MEXIy  (yHKIHOHAIBHBIMU
M3MEHCHHUSIMHU B 3¢ heKTHBHOCTH
CHHANTHYIECKON nepesadn u
MOP(OIIOTHYECKUMH NepecTpoKaMu
YABTPACTPyKTysl cuHancoB npu [IBII u
JABJ (Yuste & Bonhoeffer, 2001; Harris
et al.,2003).

Asmop svipasicaem brazodaprocme
E.B. Kywnepenko 3a kpumuyeckoe umeHue 0aHHO20
ob30pa.
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B HaCTOﬂH.[Cﬁ Tj1IaB€ Mbl PACCMOTPUM
OCHOBBI MaTCMaTHYCCKHUX MO,Z[eJ'IefI,
OITMCBIBAIOIINX JaHHBIC

ANEKTPOGU3UOTOTHUCSCKIX
9KCIepuMeHTOoB. IIpu onucanuu mozenen

OTJCNBHBIX ~ HEHPOHOB B  KayecTBe
IpUMepa SKCHEPUMEHTANbHOM  3amucu
BO3bMEM OTBET HEWpPOHA 3PUTEIBHOU

KOpBI KPBICHI Ha WHXKEKIMIO TOKa 4epe3
peructpupylomuii  smekrpox (puc. 1).
CpaBHEHHE C 3THM PUCYHKOM BBISBUT Te
JeTald aKTHBHOCTH HEWpOHa, KOTOpBIE
OIMCBHIBAIOTCS. WJIM HE OINHUCHIBAIOTCS TOMH
Wi WHOM Mogenbio. Jng mompoGHOH

kaHanoB. Ilocine Toro, kak jJeTaabHas
MOJIeNlb HelipoHa OyjaeT omMcaHa, Mbl
obcyauM mapaMeTphl, KOTOPBIMH JTOT
HEHUpoH yIpaBIsiercs, paccMoTpuM
MPOCTHIE AMMPOKCUMAIIMA CUHANITHYECKUX
CBsI3eil HEHpPOHOB, a 3aTeM IHepelzeM K
PacCMOTPEHHUIO AKTHBHOCTH HEHPOHHBIX
MOMYJISIUH.

1. Heiipon — nopozoewiit unmezpamop

HauGonee mpocToil Monensio HelpoHa
MOXHO CYHMTaThb MOJEIb IIOPOTOBOTO
HHTETpaTopa. Omna PUOIKEHHO
ONHMCHIBAET W3MEHEHHE MEMOpPaHHOTO
MOTEHIMAaNa TOCPEICTBOM CyMMHPOBaHHMS
BXOJHBIX  CHUTHAJOB, TIPEXKAE  BCETO
CHHAITUYECKUX TOKOB, COIJIACHO 3aKOHY
Oma, U ompenenseT MOMEHT TIeHepaluu

cnaiika (TmOTeHIMana JEeWCTBUS) Kak
MOMEHT BPEMEHH, KOrja MeMOpaHHBIN
MOTEHIMad  MPEBBIIAET  IOPOroBOE
3Ha4yeHUe.
dv
C— =g V-Vp)+1,, (1LY
dt
eca V>Ve, 10 V=V,

3necs V' — mMemOpaHHBI noTeHIMAT; [, —
C

MOZENM HeWpoHAa HaM HOTPeOyroTCs
ANMpOKCUMAIlUK  OTAEIBHBIX  HMOHHBIX BXOJHOW (CHHANTHYECKHi) TOK,
29,7424
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Puc. 1. Membpanuwiti nomenyuan HetupoHa NepeudHoOl 3pUmenbHOU Kopbl
KpbICbl 6 OMBEM HA UHICEKYUIO MOKA Yepe3 pecUuCmpupyiowull 91eKmpoo

(Graham, L.J., unpublished data).
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MeMOpaHbl, g —
MPOBOTUMOCTh ~ MEMOpaHbl; V.
NOTEHLIMAl IOKOs; V7 — TIOpOroBbId
MOTEHIINA; Vyeser - MTOTEHIINAI
OOHOBJICHMS.

3IEKTPOEMKOCTh

BHYTPU  V(x)
®

a

|
||

(o]

Puc. 2. Dnexmpuueckaa cxema mooenu
HeUPOHA-NOPO208020 UHMESPAMOpPA.

B 3apyOexHOl nuTepaType Takas MOJEIb
Has3bIBaeTcst one-compartmental linear
leaky integrate-and-fire neuron. Takas
MOJIENb HE paccMaTpuBaeT HU
MIPOCTPAHCTBEHHYIO CTPYKTYpPY HEHpoHa,
HH CBOWCTBA aKTUBHBIX MOHHBIX KaHAJOB.
st neMOHCTpauuu BO3MOXHOCTEH 3TOM
MOZIEJIM TPUBEAEM 3KCIEPUMEHTAIBHYIO
(puc. 1) u paccuérnyio (puc. 3) 3amucu
MIOCJIEZIOBATEIBHOCTU CIIAMKOB HEHPOHA
(spike train) B OTBET Ha CTHUMYJIALHUIO
CTYNIEHBKOW TOKa, II0/IaBacMOTr0 4Yepe3
JNEKTPOI.

W3 cpaBHEeHNs pucyHkoB | u 3 BUIHO, 9TO

-10

-20

=30

mV

-60 |

IpU  yJa4HOM MOA00Ope IMapaMeTpoB
MOJIESIb MOXET OTpaXkaTh CIANKOBYIO

AaKTUBHOCTb B CMBICJIIC COITaCOBaHUA
CTaHI/IOHapHoﬁ YHaCTOTHI CHaiikoB C
SKCHepHMCHTaHBHOﬁ, HO MOACIb HEC
CIocoOHa BOCHPOU3BECTU  CJIICAYIOIIHEC

CYIIECTBEHHBIE JeTanu: (GopMy CIaiKoB,
npodHiIb U3MEHEHUsS] NOTEHINATA MEXIY
craiikamMy, ajanTalyio CHalKoB B BHUAE
OTHOCHTENIBHO MEUIEHHOTO YBEIWYECHUS
MEKCIMANKOBBIX MHTEPBAJIOB; MPOSBICHHE
CIIOHTAaHHO ~ aKTUBHOCTM B BHUJIE
HEpEeryJsIpHOCTH CHAWKOB M (QIIYKTyarui
MOTEHIMAama U T.[.

Yacrora cmaiikoB (I/T, tome T -—
MEKCIMAHKOBBI ~ MHTEpPBal)  COIJACHO
moen (1) BeIMHUCISETCS aHATUTHIESCKH:

gL
v(l,)= (1.2)
Cln VL +[a /gL _Vreset
Vi+1,/g=Vr
3aBUCHMOCTh v(,) MOKET
paccMaTpuBaThCs KaKk caMoe IpOCToe
ONMCAaHHE OCHOBHOH  XapaKTepHUCTUKU
Heill[poHa — CHaiKkoBOM aKTHUBHOCTH.

3aMeTHM, 4TO OHO CIPABEIJIUBO TOJBKO
JUIsL cllydas CTalMOHapHOW CHaiKoBOM

aKTHBHOCTH, T.6. TpH  IOCTOSHHOW
CTUMYJISIIMKM, KOT/Ia  YCTaHaBIMBACTCA
peXUM reHepanuu CIIaliKOB c
MOCTOSTHHBIMHU MEKCTIaKOBBIMHU

Puc.
CMYNeHbKOU MoKa.

) 700 200 300
ms

400 500 600 700

3. Omsem HelpOHA-NOPO206020 UHMESPAMOPA HA CIUMYAAYUIO
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HHTEepBaJIaMHu. 3aBUCUMOCTH V(I,) MOXeT
BBIUUCIIATBCS HE TOJNBKO IO MOJENU
HEHPOHA-TIOPOrOBOTO HMHTETpaTopa, HO U
1o JI000H Jpyrod MOjAENU eIUHUYHOTO
HelipoHa, MO0 MOXXeT OBITh H3MepeHa
9KCIEPUMEHTAIIFHO NIPU NoJa4ye B HEUPOH
MOCTOSTHHOTO CTUMYJIUPYIOIIETO TOKA.

2. Cunanmuueckue moku

OCHOBHBIMH COCTaBJISIIOIMMU TOKa [, B
npaBoit yactu yp. (1.1) oObuHO sIBNISIIOTCS
TOKH Is OT BCEX IPHUCYTCTBYIOUNIMX Ha
HEWpOHE CHHANTUYECKUX MOMYJSLUM, a
TaKXe, BO3MOXHO, TOK I, IPOITyCKAEMBIii
yepe3 peruCTPUPYIOLIHIA 3JEKTPOI:

1,(0)= 2 is(0 + 1 (). 2.1
N

Bynem paccMaTpuBaTh TOJIBKO XUMHYECKH
YIpaBJIsieMble CHHAIICHI, IPOBOAUMOCTb
KOTOPBIX HE 3aBUCHT OT IIOTCHLHANIA.
Cornacao 3akoHy Oma

ig(1)=gs(®) (V()-Vs). (2.2)
Torna

1,(0)= gs(O) V() ~Vs)+14(1) (2.3)
N

o€ gs — CHHAIITHYCCKass IMPOBOAMMOCTD,

Vs - MIOTEHLMAI peBepcun
CHUHAIITUYECKOTO TOKa s-TUMA.
3aBHCHUMOCTh OT BPEMEHU CUHANTHYECKON
MPOBOIUMOCTH  gs(t) OTnpenesIeTcs
MPECUHANITUYECKON CIaiKkoBOit
AKTHBHOCTBHIO " KUHETUKOU
CHHANTHYECKNX KaHaJOB JaHHOTO THUIIA.
Anmpokcumanus KHHETHKHI
CHUHANITUYECKOW TPOBOAMMOCTH  OyZIeT

MpHUBEICHA HIKE, TIOCIEe OOCYKACHUS
OCHOBHBIX CBOMCTB HEMpOHA.

3. Heitpon c akmugHsIMu HamMpueevimu
U Kanuegvlmu KAHaaiamu

HarpueBble W  KajnueBble  KaHAJbI
o0ecreuynBaoT JIEKTPHUYECKYIO
BO30yAMMOCTh ~ MeMOpaHbl  HEHpoHa.

VYpaBHeHHe Ui MeMOpaHHOTO
MOTEHIMAaJIa 3alIHChIBACTCS B BUJIE:

—g, (V) =V) =D gs ) V()= V) +1,(0)
S
3.1)

IIpu >TOM 1nEpBBI YNEH ONIPEIEINsET
€MKOCTHOM TOK; CyMMa TOKOB HOHHBIX
KaHaJoB (YeThIpe MEPBhIX WieHa B paBoH
4acTu) onpenenser CyMMapHBIHA
TpaHcMeMOpaHHbIi TOK 1, (7).

[Ipennonaras Takyro MoOAeENIb HEWpOHa,
MOXHO nu3yyartb ero CBOHCTBA.
TunmunsivMu pesxumamu whole-cell patch-
clamp perucrpanuu SBISIOTCS PEKHUMBI
(uKcauuy TMOTeHIHANA WIH (HKCALUH
TOKa.

Peoxcum guxcayuu moka. Ecnu Tox depes
AIEKTPOJ 1, (buKcupoBaH, TO
perucTpupyercs MTOTEHINAT V).
PaccMoTpuM 4YacTHBlE ciay4yau —TaKHX
M3MEepeHuil. B MPEO0JIOKEHUN
OTCYTCTBUSl CHHANITUYECKUX TOKOB U
3aJaHus TOCTOSTHHOTO TOKa [,; MOXHO
OXUIATh oo YCTaHOBIICHHS
MIOCTOSTHHOTO YPOBHS TMOTEeHIHana V),
00 YCTaHOBIICHHUS pEeXHMa TEHEepaIliu
CIIAaHiKOB C IIOCTOSIHHOM 4aCTOTOM:

e B ciydae ycTaHOBJIECHHUS MOCTOSIHHOTO
ypoBHsl moTteHnuana V ypasenue (3.1)
yIpomaeTcs:

_INa(Vst)_IK(Vst)_ (3 2)

-8, V=V)+1,=0
3anaBas pazIuvHbIE 3HAYCHUS
(ukcupyemoro Toka /,; MO)XHO TIOCTPOUTH
BOJIbT-aMIICPHYIO XapaKTEePUCTUKY
HeilpoHa. HakioH 3Toil XapakTepHCTUKU
ompenenseT BXOAHOE  CONPOTHUBICHHE
HelipoHa: R;, = AV/Al, . O6sr4HO Tpn

MaJlbIX TOKaX [, HaTpUEBbIE U KaJIUEBbIC
TOKM HE aKTUBUPOBAHBI U H3MEpPSIEMOE
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BXOJHOE COINPOTHUBJIIEHUE OMpPEAEIaeT
MIPOBOIUMOCTD YTCUKU: g;=1/R;,.

eB cmywae yCTaHOBIGHHS peXuMa
TEeHEpaluul  CNaKOB C  MOCTOSHHOM
YaCTOTOH vV MOXHO MOCTPOHUTH YaCTOTHO-
TOKOBYIO  XapakTepUCTUKy  v=v(I).
OpHako, ciuemyeTr WMETh B BHAY, YTO
€CTECTBEHHBIE  CHHANTHYECKHE  TOKHU
BCEI/Ia COMPOBOXIAIOTCS W3MEHEHHEM
MPOBOJAMMOCTH HEWpOHa, W B ITOM
CMBICIIC PEXKUM (PHKCAIUU TOKA, a 3HAYMT
U XapakTepucTuka v=v(l,), sSBISIOTCS I
HEHpOHa UCKYCCTBEHHBIMHU.

Hao6opor, B MIPETIOI0KEHUT
CYIIECTBEHHOI'O CHHANTHYECKOTO OTBETa
IIPU OTCYTCTBUM AKTUBHBIX TOKOB Iy, U Ix,
H3MepseTcs MMOCTCUHANITUYCCKUMA
noteHuuan. Ilpu stom Tok [, 3amaér
YPOBECHb JCTIONAPU3AIMA MEMOpPaHBI 10
MPUXO0Ja CHHANITUYCCKOTO CUTHAJIA!

Vies=Vi+1./g1, a H3MEpPSIeMBIH
MMOCTCHHANITUYECKUH MOTeHIHAN Vpgp(t) =
V(t)-V,es ~OTpenensieTcss ypaBHEHHEM,
cnenyrommm u3 (3.1):
CCH%&D =—g; Vpsp(1) -
(3.3)

- ZgS(t) (VPSP(t) + Vrest - VS)
S

Peocum uxcayuu nomenyuana. B stom
cinydae TOK [, (), TpOImycKaeMbIi dYepes
JNEKTPOJ,,  YNpaBIsIET  MEMOpaHHBIM
MOTEHIIHANIOM, (UKCHUPYSI €ro COIJIACHO
3amaHHON (yHKIMU BpeMeH:u V(1)=V(t)
(Vy, — mnoreHmuman ¢ukcanuu, hold
potential). Tox [I,¢ nuHaMHYECKH
KOMIICHCUPYET M3MEHEHHs MOTEeHIHAA.
OTOT TOK ONpENeNsieTcss COTIacHo yp.
(3.1) mpu moacranoBke V(1)=V(t), 1.e.

10 =0 1 @00+
F L0+ gL (VD) — V) +
£ g5(t) (0~ V)

S

(3.4)

Ecniu  norennuan  ¢ukcupoBaH — Ha
MIOCTOSIHHOM yYpOBHE V=V, TO U3MEHEHue
Toka [,(¢) ompenensieTcs HW3MEHEHHEM
CHHANTHYECKHUX MPOBOAUMOCTEH,
MOCKOJIBKY ~MPOBOAMUMOCTH TOTEHIUAI-
3aBUCHUMBIX KaHaJlOB B JTOM Cllydae
MTOCTOSTHHBI:

L= gs()(V, =Vs)+1y, (3.5)
S

rae [y =1y, V) +Ix(Vy)+g, V=V, -

HyxHo, omHako, WMETb B BHUAY, YTO
peansHBIE HEHPOH TPEencTaBiseT COOOM
CJIOKHYIO MIPOCTPaHCTBEHHO-
pacIpeneieHHy0 CTPYKTYPY u
MOTEHIMAT BIATU OT 3JIEKTPOJa MOXKET
CHJIBHO OTJIMYaThCd OT (UKCHPYEMOTO
3Ha4YEHUs.

Pexcum  dynamic clamp. B pexume
“dynamic clamp” TOK uYepe3 3JIEKTPOX
MOXET JWHAMHUYECKH KOHTPOJIUPOBATHCS
KOMITBIOTEPOM U TaKUM 00pa3oM 3aBHCETh
OT H3MepsAeMOro MOTeHIHaja. ITo
MO3BOJISIET,  HANpHUMEp, HCKYCCTBEHHO
BBOJIUTH JIOTIOJTHUTENBHYIO
MIPOBOANMOCTD gpc(?). B aTOM ciydae Tok
4epes 3J1eKTpox 3aaaéres o hopmysie

Ly () =gpc(®) V() =Vpc) (3.6)

B KOTOpPOH Vpc — MOTEHLMAN PEBEPCUU
WCKYCCTBEHHOTO  KaHama.  DyHKIwMs
M3MEHEHHsST BO BpPEMEHH IPOBOAUMOCTH
2pc(t) 3a1a€T KUHETUKY HMCKYCCTBEHHOTO

KaHaja. B ciydae BBEJICHHUS
HUCKYyCCTBEHHOTO  ITACCUBHOIO  KaHasa
YTEUKH 2pc(t)=const, B ciiydae

CHUHANTHUYECKOTO KaHajda gpc(?) 3aBUCHT
TOIKO  OT  BpPEMCHH, B  CIy4ac
HCKYCCTBEHHOTO IMOTEHIIHAI-3aBUCHMOTO
KaHama 9Ta  (YHKUUS  3aBUCHT  OT
noTeHIwana gpc(t)= gpc(V(t),1).

Kak ™Mb yBUAMM B 1. 6, HelpoH
YIpaBIsSIeTCs ABYMS CUTHAJIaMH, TOKOM U
npoBoauMocTsio. Kak cnencreue, co3gats
UCKYCCTBEHHBII CHHANTHYECKUI CTUMYI

94 |
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MO>KHO TOJBKO, eciu HMEeTCsI
BO3MOXHOCTh 3aJ[aBaTh BXOJHOH TOK H
JIOTIONTHUTEBHYIO MPOBOIUMOCTD, & IS
9TOr0 PeXuM dynamic clamp sSBIAETCS
HEOOXOIMMBIM HHCTPYMEHTOM.

4. Annpoxcumauuu Hampuegvix u
Kauesvix mokoeé muna Xo0icKuna-
Xakcnu

CBolicTBa KOJJIEKTMBHOH  aKTUBHOCTH
HATPUCBBIX W  KAJIHWCBHIX  KaHAJIOB
HCCHENYIOT B pexXuMe  (DUKCALUH

MeMOpaHHOTO MOTeHIHaIa. MeMOpaHHbIH

MOTEHIMAl U3MEHSAIOT BO  BPEMEHH
COTJIaCHO CTYIEHYaTOH, KyCOYHO—
MOCTOSIHHOW ~ (YHKIMH, IO3TOMY Ha

y4acTKax MOCTOSHHOTO MOTeHnuana V),
E€MKOCTHOM TOK paBeH HYJIIO.
CuHaNTHYECKUMH TOKaMHU MPEeHeOperaroT.
Otcrona, cormacHo yp. (3.4), TOk dyepes
JJIEKTPO/]I PaBEeH:

“DuUKcauma Toka”,
nameprertcs V(t)

1y (@) = Ly Vo) + T (V1) +

4.1)

+g,V, =1)
[Tapamerpsl g; U V; MOTYT OBITH OLCHEHEI
B YCIOBUAX, KOTJa HAaTPUEBBIA WU
KaIUEBBI TOKM HE aAKTHBHPOBAHEI,
HarpuMep, NpH 3HAYEHUAX V), OMM3KHX

NOTEHUHANy NOoKos V., B ciydasx
JIETIONSAPU3YIOIINX 3HAYEHUI Vi
HATPUEBBIN u KaJIMEBbII TOKU

aKTHBHPYIOTCA W JAIOT CBOM BKJIaIbl B
perucTpupyeMbIi TOK. OTnenbHbIH
HATPHUEBBI TOK BBIAEISIIOT C MOMOIIBIO
(hapmakoornyeckoi OGIOKaabl KaJHEBBIX
KaHaloB TeTpastmwiamMmmonueM (TDA);
OTJCTbHBINA KalUEeBbIl TOK — C MOMOIIBIO
OsoKapl HaTPHEBBIX KaHaJIoB
terpopoTokcuHoM (TTX); Tok yreukn
BBIYUTACTCSL. CooTBeTcTBYIOMIINE
MIPOBOANMOCTH BBIYHUCIISIFOTCSL  COTJIACHO
3akoHy Oma:

Ena ) =1y, ) /Vy —Vrg)

“MuKcauma noTeHuMana”,
namepaetca ly(t)

1) =1y

[~

“Oukcauyuna nposogumocTt” — Dynamic clamp,

namepsaeTca V(t),

nopaetea la(V(t))=goe (t) (V(t)-Voc)

1V(t)
€

Puc. 4. Peoscumbvl puxcayuu moka, guxcayuu nomenyuana u dynamic
clamp npu usmepenusx patch-anekmpooom & pexcume whole-cell.




MATEMATHYECKHWE MOJEJIN

A.B. YmxoB HEWPOHOB

(O =TIV, =Vi). (4.2)

IloTeHmmansl peBepcHU HATPHEBBIX H
KaJINEBBIX TOKOB Vy, U Vi BBIUHCIISIOTCS
COIJIaCHO bopmyiie HepHcra,
paccMaTpuBaroIiei paBHOBECHE

INEKTPUUECKX W AU((GY3HMOHHBIX CHII
JUISl HOHOB B KaHaJlax:

A Y
zF X
rie R — yHuBepcalbHas  ra3oBas

NoCTOsHHasA, I — TemmepaTrypa, z —
BaJICHTHOCTh, [' — koHcraHTa ®apanes,
[Xlo, [Xli — KOHIEHTpamuu HOHOB
CHApY>Xd W BHYTpPH KiIeTKu. [ HOHOB
HaTpus

Ve =58 mV log@ =+55mV;
[50]

Time (ms)

JJIs1 HOHOB KaJIus

[20]
[400

Vi =58mV log | =—75mV .

IIpumep SKCIEPUMEHTANBHBIX JaHHbIX,
KOTOpble HECYT BCIO HEOOXOIMMYIO H
JIOCTaTOYHYI0 MH(GOPMAIMIO O KUHETHKH
HaTPUEBBIX M  KAJIMEBBIX  KaHAJIOB,
IIpeJCTaBIEeHbI HA PUC. 5.

XomkkuH u Xakciu B padore (Hodgkin &
Huxley, 1952) MPETIOKUIA
aMMPOKCUMAIIMH HATPUCBBIX U KAIHEBBIX
KaHaIOB. AMNPOKCUMAIMS HATPHEBOTO
TOKa BKJIFOYAET B celst JBa
O0OBIKHOBEHHBIX muddepeHmanIbEHbIX
YpaBHEHWsI  TEPBOrO  MOpsAAKa ISt
Oe3pasMepHBIX TIEpeMEeHHBIX m(t, V) —
aKTUBAIWH U /i(t, V) — MHAKTUBAIAH:

Ing V) = g (V) V() = Vi)

W, imV)

an

Puc. 5. [Iposooumocmu Hampuesvix u KaIuegblx KAHAI08 8 OMeem Ha
usmenenue Qurcupyemozo memobpannozo nomenyuana. Ipaguxu
NOIYYeHbl C NOMOWbI0 YypasHenutl XoOxcKuHa-Xakciu u noooOHbl
oKcnepumernmanvhvim (cm., Hanpumep, Kandel et al., 2000). Taxou
HAbop OaHHBIX OMpaxdicaem 6ce OCHOBHvIE CEOUCMBA AKMUBAYUU U

uHaKkmueayuu KaHauioe.
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StV =gnam> VYRV, (4.4)

% =a, (V)= (a,(V)+ B, (V)m, (4.5)
dh
=N =(@+ B Nh, (4.6)

Annpokcumupyonpe (QyHKIHA HMEIT
BUJ!

am(V) _ a; (a2 - V) ,
exp((ay, =V)/az)-1
-bV
Vy=— 1 4.7
)= o 4.7)
-V
Vy=— 1
@) exp(—V/c;)
d
V)= 1 . 4.8
Ar) exp((d, —V)/d;)+1 (4-8)
AnmpokcumaIust KaJIHEBOTO TOKa

BKJIIOYaeT B ce0sl OIHO OOBIKHOBEHHOE
muddepeHnraIbHOe  YpaBHEHHE TIEPBOTO
ropsiKa s 6e3pa3MepHO epeMEHHOM
n(tv):

I @V)=gg(@.V) V() =Vk),

gk =gen* (1Y), (4.9)
B, (1)~ (@,0)+ 0, (410)
(V)= exp((eelz(izl;)ljz3) -1

B.(V)= il . (411

exp((fy = V)1 f3)

Koaddunuents! ay, ay, as, by, b3, ¢y, ¢, di,
dy, ds, e, ey es, fi, f>, f3 MOTYT OBITH
HAfleHBl C IIOMOIIBI0  YHCIIEHHOI'O
METOJ1a. Jmst 3TOro HYKHO

HEHWPOHOB
MHUHUMHU3UPOBATH OLIMOKHU
BOCIIPOM3BENCHNUS  DKCIIEPUMEHTAIbHBIX

JMAHHBIX, TOJOOHBIX IaHHBIM pHC. 5, C
nomMonipto Mozeneit (4.4-4.8) u (4.9-4.11):

(1) — gimodd (z)] dt = min,

Lena) )
> fleg
0

i
(over all curves)

(4.12)

Londy
> [ (1) - g2 ()] de = min.

(over alil curves) 0
(4.13)
ITo nmamaepM XOKKMHA U XaKCIHd
(Hodgkin &  Huxley, 1952) ot
KO3(D(UIMEHTBI  UMEIOT  CIIEAYIOIIHe
spaueHust:  a;=0.1, a,=25, as=10, b,=4,
b3218, 6‘1:0.07, 03220, dlzl, d2:30,

dy=10, ¢,=0.01, e,=10, e;=10, £,=0.125,
=0, f;=80. J[lpyrue chenuduyucckue
napaMmeTpel il HefipoHa XOUKKHHA WU
Xakcnu: Vn=50mV, V=-7TmV,

gy, =120mS/en’, g4 =36mS/cm’,
V;=-50 mV. Ilpumep
YHCJICHHOI'O PCUICHMS YpaBHCHUSA

g; =0.3mS/cm’,

dv

C—=—-1,V,t)y-1x(V,t)-

e (U RS P USSP
—g V(@) =V +1,(1)

¢ ammpokcumammsimu  (4.4-4.11) m

CTHMYIHPYIOIMM TOKOM I, =11pA/cm’ B
nepuox ¢ 100 mo 600 ms noka3aH Ha pHcC.
6. Ilpm Takoil CTUMYISAIMH HEHPOH
BXOAUT B PEXHM YCTaHOBHUBILEHCS
TeHepaluu CIaikoB ¢ 4actoToil v=60Hz.
Bcro o0mnactb BO30YXICHUSI HEWPOHA MbI
MpOaHATIN3UPYEM B II. 6.

5. Mooens kopkogozo adanmugnozo
Helpona ¢ wymom

B cpaBHeHHH ¢ BKCIICPHMEHTAIbHBIM
HelipoHOM (puc. 1), MOBEICHHE
MOJEJIBHOTO HeHpoHa, IOKa3aHHOEe Ha
puc. 6, U3IMIIHE PETYJIIpHO, He o0IagaeT
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Puc. 6.

Yucnennoe pewenue ypasnenuil Xoodxckuna-Xaxciu npu

sadanuu cmumynupyiowezo moxa I, =11uA/cm’ é nepuoo ¢ 100 no

600ms.

ajanTalyedl U CIOHTaHHOW aKTHMBHOCTBIO.
Kpome TOro, kadecTBEHHO OTIMYaAETCA
XOA IIOTCHIMajda Ha MEXKCHaWKOBBIX
MPOMEXYyTKax. B Oompmioit mepe 3tH
HEIOCTaTKH YCTPAHSIOTCA [UII MOJEIH
KOPKOBOTO  ITUPaMMIHOTO  HEHpOHa,
paccmarpuBaroleil 6osee MoNHbIA Habop
THUIIOB HOHHBIX KaHAJIOB!

av
Co =l —Ipp—1,—1, —
dt Na DR A M (51)

=1, =L ypp = Is(O) + 1,(2),

rne Ipg, I; — OBICTpBIE KalueBble TOKH, Iy,
— MEJICHHBIM KaJHWEBBIM TOK CHAMKOBOM
amanranuu, ,yp — MEJUICHHBIA KaJHUeBBII
KaJblUH-3aBUCUMBI  TOK  CIIAHKOBOM
ajantanuu. Annpokcumanuu s Iy, Ipg,
1, I), 3anmcTBOBaHbl U3 (Borg-Graham,
1999); IL;up — w3 (Kopell et al., 2000).
Jlns yMuTanMyu CIIOHTAaHHOW aKTHMBHOCTH
BBeIEM B PAacCMOTPEHHE  MOJENb
nBerHoro myma  (Ornstein-Uhlenbeck
process) Ui CHHAIITHYECKOTO ToKa [g:

T% = I +-270&(1), (5.2)

rne &(f) — rayccoB Oenblii  ImyMm,
XapaKTepU3yeMblli CPEJHHM 3HaYCHHEM
<&(t)>=0 wu aBroKOppemsmueit < &(1)

E(t)>=10(t-t); T - BpEMEHHAs
NOCTOSIHHAS. KOPpEISIIMH IIyMa; o —
amIumMTyna  mmyma.  Takag — MoJzenb

MUPaMUZHOTO HEHpOHa JEMOHCTPHPYET
MOBEAICHHE, BEChbMa  IIOXOXEe  Ha
MOBEJICHHE SKCHEPUMEHTAIBHOTO
HellpoHa, Kak BHJHO W3 CpaBHEHUSA
pucyHkoB 7 u 1.

6. /[ea ynpaenaoujux napamempa
Helpona

Bepuemest x yp. (3.1). Bee unensl atoro
YpaBHEHHsI 32 HCKJIIOYEHHEM ITOCIEIHUX
JIBYX CllaraeMplX B TIIPaBOM  dYacTH
YpaBHEHUsI  OINPEJIEISIOT  COOCTBEHHBIE
CBOIMCTBAa HEWpPOHAa, B TO BpeMs Kak
MIOCJIEIHUE J[BA CJIATaeMbIX — BHEIIHHE
TOKH, 3aBHCAIINE OT CHHANTHYECKOH
aKTHBHOCTH M OT TOKa, IPOIYCKaeMOro
gepe3  IEKTPOJ, B IKCIIEPUMEHTE.
[leperpynmupyem 3TH ABa ClaracMbiX B
BUJIE:
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W

M

//

AN

VN

1 1
100 200

Puc.

1
300

1 1 1 |
400 500 600 700

ms

7. Yucrennoe pewienue ypasHeHull RUPAMUOHO20 HEUPOHA

(Graham, 1999) npu 3aoanuu cmumyaupyioweeo moxa 1, =300pA ¢

nepuoo ¢ 100 no 600ms.

U w1 0= 1)~ g,

x(V(@O)=Vy)=s@V (@) —V,) +u(?),
6.1)
e s(t)=Y gs(0) ,
S

u(t) = ng(f) (Vs =Vo)+1,() (6.2)
s

— YHpaBJSIIOLIME MapaMeTpbl HelpoHa; V)
MPOU3BOJIbHAS MOCTOSIHHASL.
JlefCTBUTENBHO, B NPEANOJIOKEHUU O
HE3aBHCHUMOCTHU CHHAITHYECKUX
MIPOBOIUMOCTEH oT [IOTEHLIAAja
napamMeTpel § W U HE 3aBUCAT OT
AKTUBHOCTH CaMOro HEHWpoHa, T.e. oT V(1),
u obpasyror B yp. (6.1) wieH, nuHeWHO
3aBUCSIIUNA OT IOTEHIIMANIA, 1 CBOOOTHBIH
wieH. Takum 00pa3oM, CKOJIBKO OBl HH
ObLIO CHHANITHYECKUX KaHaJIoB,
yIpaBieHUe COCTOSTHHEM HelpoHa
OCYIIECTBIIICTCS ~ 4Yepe3  JABa  ITUX
kommiekca (IToxposckmif, 1987). Kaxk
ClieACcTBHE,  JI00as  XapaKTepHUCTHKa
AKTHMBHOCTH HEHpoOHa M, B YAaCTHOCTH,

4acToTa CTallMOHAPHOM HUMITYJbCAIUH,
JIOJKHBI PAacCMATPHBATBCS KakK (DYHKIIUH
3THX JBYX IapamMeTpoB v= v(u,s) (puc. 8).

3HaueHuss S W U MOTYT  OBITB
UHTEPIPETUPOBAHBl ~ KAaK  CyMMapHas
CHHAITHYECKast MIPOBOANMOCTD
(mpoBOIMIMOCTH OTKPBITHIX

CHUHANTUYECKUX KAHAIOB) U BHEIIHHN
(cMHAaNTHYEeCKHW) TOK, H3MEpPEHHBI Ha

YPOBHE [IOTEHLIMaIa Vo. Yacro
nu3MepsieMast B 9KCIIEPUMEHTE
3aBUCUMOCTb JaCTOThI CHaiiKkoB oT

MOJIABACMOI'0 4Yepe3 3JeKTpon Toka v(1,)
Ha puc. 8§ TpelcTraBieHa CEYEHHEM
JIBYMEpHOTO rpaduKka TOpU30HTAIbHOU
oceo, T.¢. V(I,)= v(u,s= 0). Bugno, 9o
HauMHas C HEKOTOPOro IIOPOTOBOTO
3HAYeHHs TOKa okoso 10 wA/cm” wactora
CHallkOB yBEJIMYMBACTCS, a MPH TOKaxX
Gonbimix npubmmuTensHo 140 pA/cm’
reHepanusi CHAaiKOB CpbIBaeTCs H3-3a
HEJIOCTATOYHOM Jle-MHAKTUBALIUH
HaTPHUEBBIX KaHAJIOB 3a MEXCIAMKOBBIN
nHTepBasl. dopma 3aBUCUMOCTM  IIpU
HCHYJICBbIX 3HAUYCHHUAX § IMMOKa3bIBACT, YTO
LIYHTUPYIOLIEe BIMSIHUE CHHANTHYECKOU
MPOBOAMMOCTH  HPUBOAMT K  CIOBHTY
MIOPOTOBBIX TOKOB BO30YKIEHUs, U, Ooiee
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15 -
B 100
=
NE 1.0
o
w
=]
%505
0.0 150
Puc. 8. 3asucumocmv uwacmomuvr

CMAYUOHAPHOU UMNYTbCAYUlU HelipoHa
Xooowckuna-Xaxcau — [yp.  (4.14) ¢
annpoxcumayusmu (4.4 - 4.11)] om
VAPAGIAIOWUX — NAPAMEMPOS S —
«CUHANMUYECKOU NPOBOOUMOCTIUY U U
- «CUHANMUYECKO20 MoKay,
UBMEPEHHO20 npu Puxcayuu
nomenyuana ua ypoewe V, = Vi
Ilpumep  cnaiikogoii  akmueHoOcmu
HelpoHa, NOKA3aHHblll Ha puc. O,
coomeemcmeyem mouKu NiOCKOCHU C
koopounamamu u = 11 ud/en’, s = 0.

TOrO0, TPHU 3HAYCHUSX CHUHANTHYCCKOU
npoBoauMocTH s > 1.3 Bo3OyxmeHme
HEBO3MOXKHO. BakHO MMETh B BHY, YTO
3aBucUMOCTh V(1) TpencraBiseT coOoi
JHIIb CEYCHUE BYMEPHOro rpaduka, T.e.
HEJIOCTATOYHO  MOJHO  XapaKTepHu3yer
CTAIMOHAPHYO CHIAWKOBYIO AKTUBHOCTb.

VcknounuTeNnbHBIM CIIy4aeM HACTOSIIErO
paccMOTpeHMsl  SIBJISETCS  aKTHUBHOCTb
MMOTEHINA-3aBUCHMBIX CHHAIICOB THIIA
NMDA; B »3TOM  ciydae,  eciu
3aBUCHMOCTh CHHAITHYECKON
MPOBOANMOCTHU IpeacTaBuMa Kak
JuHelHas QyHKIMs, TO B ypaBHeHuu (6.1)
HNOSIBJISIETCS.  TpETUui YIPABJISAIOIUN
mapameTp, CTOSIIMN HpU KBagpaTHUYHOM
wiene V°.

7. Kunemuka cunanmuueckux Kananoe

CuHanTuyeckue TOKH CBsA3aHBbI C
CHHAIITUYCCKUMH IIPOBOANMOCTAMHU nu
MEMOpaHHBIM  TIOTEHIMAJIOM  COTJIACHO
3akoHy Oma, yp. (2.2):
is()=gs() V() -Vs), (7.1)
rue gs — CHHANTHYeCKas NPOBOIMMOCTE;
Vs - IIOTCHLIMAI peBepcun
CHHANTHYECKOTO TOKA §-THIIA.

3aBHCHMOCTb OT BPEMEHHU CHHANTHYECKON

MPOBOIUMOCTH  gs(t) onpeaessieTcs
MIPECUHANTUYECKOI CHaikoBoi
AKTHBHOCTBIO u KHHETHKOU

CHHANTUYECKNX KaHaJOB IaHHOTO THUIIA.
IIpocreiimeil annpokcuManei KUHETUKH
CHHANTHYECKOH MPOBOANMOCTHU SIBISCTCA
OOBIKHOBEHHOE g depeHIranbHOe
ypaBHEHHE IIEPBOTO MOPSIIKA!

d - ;
7 %m — 15 gy O(t—17") (7.2)

rlie Ts — NOCTOSIHHASI BpeMeHU yObIBaHMs
CHUHANTUYECKOM IMPOBOAMMOCTH  IIOCIHE
OTKDBITHS CHHAIITHYECKHX KAHAIIOB; g —

MaKCHMaJlbHas I[POBOAUMOCTE; ¢ ike

MOMEHT BPCMCHH, Kor/a Ha
[PECHHANTHYCCKYIO TSPMUHAID IPHXOJAT
crHauk; d(t) — nenbra-QyHKIKs.

Amnmnpokcumanysi TOKOB Ha OCHOBE Yp.
(7.1, 7.2) npuemiiemMa IS  TOKOB,
nU3MepsieMbIX Ha OT/ENBHBIX CHHAIICaX.
OnmHako TOKH, W3MEpseMBble Ha COME
HelipoHa, Kpome d()(HEKTOB OTKPHITHA
CHHANTHYECKUX KaHAJIOB Ha OTIEIbHBIX
CHHAICaX OTPAXKAIT Takke 3PPeKTs
3IEKTPOTOHMYECKOTO HPOBENICHUS
CHHAIITUYECCKOI'O B036y)KHeHI/IH 10
JieHapuTam 10 coMbl. Kpome Toro, gacto
MPECHHANTUYECKOE BO30YyKIEHHE
3aTparuBacT MHOXXECTBO CHHAIICOB, H
MOCTCUHAIITHYECKUE TOKH, H3MepsieMble
Ha COME, OTpaXarT CyMMAapHBIA IO
9TOMY MHOXXECTBY CHHAIICOB CUTHal1. B
9TOM ClIy4ae CHHANTHYECKHE TOKH U
COOTBETCTBYIOIIIHE 3¢ deKTUBHBIE
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HEWPOHOB A.B. Umxos

CHUHANTHYECKUE MIPOBOJIUMOCTH
OKa3bIBAIOTCS CTIIQYKEHHBIMU BO BPEMEHH.
YaauHol anmpoKkcUManuer IS Takou

CHHAIITHYECKOU MMPOBOAUMOCTU SABJIACTCA

ANTPOKCUMAITHUS OOBIKHOBEHHBIM
QG depeHIaTbHBIM ypaBHEHHEM
200r AMPA-PSC

(with PTX, APV)

1501

experiment
model

W

GABA-PSC
(with CNQX, D-AP5)

oonour

¢n
(=]

Ll
gooo

[v=6amv

PSC, pA

'_r_,:”_,rg-'_r:_l‘:i

%

-100F 5
experiment
model

Puc. 9. Kunemuxa
MoKos, BbI36AHHBIX
6HEKTIEMOYHOU

NPecUHanmMuyYecKux AKCOHO8 6
9KCnepumenme  (keadpamuku) u 8
MoOenu (cniowHsie TUHUU), OCHOBAHHOU
na yp. (7.1, 7.2). Bpemennsvie

KOHCMAHMbl ons AMPA-
AMPA AMPA
nPOBOOUMOCTIUL: )

T =
5.4ms, ona  GABA-nposooumocmu:
GABA

75 = (0.2ms, TZGABA 8.3ms;
nomenyuanvt pegepcuu Vyyps = 0, Veupa
= -70 mV. DkcnepumeHmanbHO mMOKU
pecucmpupos8anucy Ha comax
nupamuonvlx knemox obnacmu CAI

eunnokamna (Karnup & Stelzer, 1999).

CUHANMUYECKUX
KOpOmKou
cmumynsayueu

BTOPOI'O MOpsijiKa:

dzgs dags
0Ty —=>+(1,+7,)—==+g¢ =
172 i’ (1 +73) di &s

=7 gS é‘(t_tspikE)

(7.3)

roc 7,

2 [IOCTOSIHHBIE ~ BPEMEHHU
HapacTaHHs M YOBIBaHUS CHHAIITHYECKOMH
IPOBOJUMOCTH; 7 — MacIITadupyromas
KOHCTaHTa BpEeMEeHH, 7 = Ims.

8. Ilonamue nonynayuu HeiupoHos

Bo MHoOrux o0mactsx mo3ra HEHpPOHBI
OpraHM30BaHbI B nomysaiuu. CBolcTBa U
BXOJHBIE CUTHANbl HEHPOHOB
MO JIALUN CXOXKH.
AKTUBHOCTh HEIpOHOB
HOIYJIALUN Gouee 1305
CUHXPOHHU3UPOBAHA, TO HX
NIPECHHANTHYECKOE  BO3JCHCTBHE  HA
JIpyrue HEWpOHbl WM HEUPOHBI CBOEM
MOIYJISIUK OKa3bIBAeTCs 00JIee CHIIBHBIM,
YeM aKTHBHOCTb OAMHOYHBIX HEHPOHOB,
TO €CTb OJWH HEHPOH 4YacTO HE MOJKET
0Ka3aTh PELIAIOIIEro MPEeCUHANTHYECKOrO
BO3ZCHCTBUSL HAa  Jpyrol  HeHpoH,
JIOCTaTOYHOTO  JUIsI ~ TeHepalud UM
noreHuana aeiicreus. Ilo atoil mpuunze
B OoJbIIMHCTBE
(hyHKIMOHATILHOM
3HaYMMONI

TaKoM
ITockosbky
BHYTPH

MeHee

CllyJaeB
aKTHBHOCTH  MO3ra
OKa3bIBACTCS HUMEHHO
AKTHBHOCTb NONYJISLUIA, B TO BpeMs Kak
OJMHOYHBIC HEHPOHBI M OrpaHUYCHHBIC
HEeWpOHHbIE ceTH paboTaloT Ha (QoHe
HONYJIIUMOHHOW  akTHBHOCTH. Crenyer
OTMETHTb, YTO MHOXXECTBO HEHpPOHOB,
KOTOpOE MOXKHO pacCMaTpuBaTh  Kak
TOMYJSINI0, PAaslHYHO IS PasHbIX
ClTy4aeB aKTHBHOCTH Mo3ra. Tak, B KaKuX-
TO CIy4asx IOJ OTACIBHOW MOMyJIsiueit
MOYKHO NOHHUMATh, Harpumep,
OUPaMHUJHBIC  HEHPOHBI  OTHENBHOI
KOJIOHKH KOpBI TOJIOBHOI'O MO3ra, a B
IpyroM  ciydae,  HampuMep
OJHOPOAHOH  CTHMYJISLMU
objmacTé  KOpBI, 3TO

npu
oOmIpHOH
MOJKET  OBITH
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A.B. Umxos HEWPOHOB

MHO>XCCTBO IMMpaMUIHBIX HCﬁpOHOB
KOJIOHOK Bcei odroit obmactu. Koraa
YUCJIO HeﬁpOHOB MOIyJIArKu BCJIUKO, TO
pa3yMHO  MaTeMaTU4eCKH  OIHUCHIBAThH
OCpPEHEHHYIO 0 MHOXKECTBY HEHpPOHOB
AKTUBHOCTH INOIMYJIALUY, a HE CHAlKOBYIO
AKTHBHOCTh WHIMBHIYaJIbHBIX HEHPOHOB.
Kak nmnpu mepexome OT omnucaHuA
OTAETBHBIX YacTUI[ K MAaKPOOIHMCAHHIO
aHcaMOiiell B CTaTHCTHYECKOH (U3MKH,
YpaBHEHUsI MOMYJALUA BBIBOIITCA W3
YPAaBHEHUM €IMHUYHBIX HEHPOHOB, HO
CYLIECTBEHHO oTiauyarorcs. HWrak, s
MAaTEMaTU4YCCKOIo OIHCAaHUA IONYJIAIUN
BBEJIEM OIpEIeICHUE.

Ilonynayua — 510 HabOp TMMOMOOHBIX
HEHPOHOB,  MONYYAIOIINX  ITOAOOHBIN
BXOJHOM CHUTHAIIL.

C uenpl0  yNpoueHus:  MOJENBHOIO

PacCMOTPCHUA BBOJAT JOMOJHUTCIIBLHBIC

JonymieHus. Pa3znnums  XapakTepUCTHK
HEHpOHOB  (HampuMep, TIOPOTOB) W
BXOJHBIX CHUTHAIOB (HAIlpUMep, MIyMma),
KOTOpblE ~ NPHBOIAT K  pasdpocy
aKTUBHOCTH HEWPOHOB, MOTYT OBITH
OTPp@XEHBl B  JHUCHEPCUM  BXOJHBIX
CHT'HAJIOB B IPEIIIOI0KSCHUH
OJIMHAKOBOCTH  COOCTBEHHBIX CBOMCTB
HelipoHOB.  Paznmuume BO  BXOJHBIX

CUTHAJIaX MOJKET OBITh MPEACTaBIECHO B
MOJICNIM KaK IIyM Ha (pOHE OJUHAKOBBIX
JUIsI  BCEX  HEHUPOHOB  OCPEIHEHHBIX
CUTHAaJIOB. KomnuectBo HEHpPOHOB
TIOTYJIALNU CUNTACTCS OCCKOHCYHBIM.

BoIxoaHbIM CUTHAJIOM MO JISAIAH
SABJISICTCS TMOMYyJIAIIMOHHAsA CHaﬁKOBaﬂ
AKTUBHOCTDb, WJIX MONYJIAIMUOHHAA YaCTOTa
(population firing rate). Omna
ompenensercs: GopMyIIoi:

v(f)= lim lim iw
At—>0 N >0 At N

, (8.1
T Mgt t+At) — KONMMYECTBO CIalikoB N
HeﬁpOHOB MOMyJIAU, TPOU3OMICAUINX B
MPOMEXYTOK BpeMeHH (;1+A1).

Ha puc. 10 mpeacraBieH mpumep
BBIUUCIICHUSI TIOMYJISIIIMOHHON Y4acTOTHI 1O

OTBETaM HEHpPOHOB TIOMYJSIMU  IIPH
BHYTPUKJIETOYHON CTUMYJISIIAH
MOCTOSTHHBIM TOKOM. Crialik HECKOJIBKUX
IIPE/ICTaBICHHBIX HEHpPOHOB
pacipeaeneHsl BO BpPEMEHU
HEpaBHOMEpHO.  Bbluncienne  ymcia

CHAiKOB B KAXIYI0 CAWHUILY BpPEMCHH
JUTS OOJIBIIIOTO YHCIIa HEHPOHOB MPUBOIHUT
K IMONYJSLMOHHOM 4acToTe, NOKa3aHHOU
Ha HIDKHEM pucyHke. IlepBbie ¢ MoMeHTa
CTUMYJISLIMU CIIAHKH HEHPOHOB 00pa3yroT
MEPBBIA TOpPO MOIMYJIAIUOHHONW YaCTOTHI,
BTOpBIE — BTOPOM, Jlajiee CHalku pa3HbIX
HEHPOHOB BCE 0OJIee IEPEMETITHBAKOTCS.

9. Yacmommuasa mooenv nonyaayuu
(firing rate model)

IIpocTteiimum KJIaCCOM Mojenen
MOMYJISIIMK  HEMPOHOB  SIBIISIETCSl  KJIacc
yactoTHbIX (firing rate) moxgenedd. Kaxk
OpUTO 3aMedeHO B I 1, mpocTedrmm

OIIMCaHUEM CIIaMKOBOM aKTUBHOCTH
OJTHOTO HEHPOHA SBIIACTCS 3aBHCUMOCTh
v=v(l,). 9.1)

Takast >xe 3aBHCHMOCTb MOXET OTpa)kaTh
AKTUBHOCTD IOITYJIALIMU TaKHUX HeﬁpOHOB.
Heckonbko 0oiiee  CIIOXKHOH  MOZAENBIO
SIBIISIETCSI 3aBUCHMOCTb YaCTOTHI CITAMKOB
oT Oe3craifikoBoro MEeMOpaHHOTO
norenuyana U, moiydyaeMoro corjacHo
3akony Owma (l.1), wuHTEerpupyromemy
BXOJHOH TOK /,:

cVo g w-r+,

. 9.2)

v=v(U) 9:3)
TloBeneHnue Takod MOAENW MPEACTABIECHO
Ha puc. 10. Takas wmomems Xopormio
OTpa)KaeT CTAlIOHAPHBIA PEXKUM, T.C.
peXUM  YCTaHOBMBILEHCS  CHANKOBOM
AKTUBHOCTH HEHPOHOB IOIYJSILUU IIPU
MIOCTOSIHHOM cTuUMyne. B ciydae, xorna
HaOII0JaeTCsl CHHXPOHMU3AIHS, HAIPUMED
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IIpY BHE3AITHO HAaYaBHIEMCA CTHMYJIC KakK
Ha HavyalbHOM dTame puc. 10, Moaens He
MOXET aJIeKBaTHO BOCIPOU3BECTH
MOITYJISIIMOHHYIO YacTOTy. 3aBUCHMOCTD
(9.3) s momymsoMM  HEHPOHOB-
MOPOTOBBIX HMHTETPATOPOB € pazOpocoM
MOTEHIIHANA, XapakTepru3yeMbIM
JHCIepCHel oy, MOXKeT OBbITh BBIYHCIICHA
cornacHo pabote (Johannesma, 1968):

HENPOHOB A.B. Ymxos
VSt. — A(U) —
Vp-U)loy2 , !
=| 7,7 J e’ (I1+erf(u))du | ;
Vyesea=U) 032
7, =Clg;
9.4)

bonee TtouHas MOJECJIb BOCIIPOU3BOAUT
KaK pPCXKUM CTaIlPIOHapHOﬁ TreHepaluuun
CHaﬁKOB, TaK W PEKUM BO3ZHUKHOBCHHA

N  soopAl — :

N TR T,
0_' i ‘ e I
| | | |
) i \ | ! !
> _ _ | 1| | ail \7 Al ‘ UL | L] | 7\
§, 20 ' \ h: ‘ | |
= i ! 1 1
_40,__ L \1 — — i_l\:___ S| : min H
L i)
-60 o A -'l",.:' ‘,‘.I-};‘ e ‘W‘ w ";-“:‘ %Y ‘* : T\l »
B0 & e e
- ! e Individual neurons |
I | : Population model !
= | | |
40 | - ' ‘ !
~ I
. I
- |
20 -
o |
0]

Puc. 10. Ha eepxnem pucyHke npeocmasiensl
HelpoHO8

nomeHyuavl cemu

MembpanHble

nonyuayuu 8 omeem HA

GHYMPUKIEMOYHYIO  CIUMYISAYUIO NOCHOSHHLIM  MOKOM — (8€pXHULL
pucynok). CHu3zy — NORYIsSAYUOHHASL AKMUBHOCMb, BLIYUCIEHHAS NO .
(8.1) ons 4000 neviponos (momkas aykmyupyowas Kpueas) u Ojis
OEeCKOHeUH020 KOMU4ecmea HeupoHos (MOJICMAs CHIOWHAS JIUHU),
NOCUUMAHHASL C HOMOWDBIO NOOPOOHOU NONYIAYUOHHOU MOOenu
(conductance-based Refractory Density Approach). /[na cpasnenus,
NYHKMUPHOU TUHUE NPUEEOEH pe3yibmam npumeHerus: npocmetiulel
yacmommo (firing rate) modenu nonynayuu (9.2, 9.3).




MATEMATHYECKHWE MOJEJIN

A.B. Umxos HEWPOHOB

TeHepaluru Mpyu yBCJIWYCHHUU IOTCHIHAIA
U (Chizhov et al., 2007):
v(t)= AU)+ B(U,dU/dr), 9.5)

€ 4acTtora CTa].[PIOHapHOﬁ TreHepaluuun

3amaHa ¢opmynoit (9.4), a wyacrora
HECTAaMOHAPHOU reHepaluuu
ompenensercss GopMyIIoi, BEIBEICHHOW B
TIPEIOTI0KECHUT 0 rayccoBOM
pactpeneneHun MeMOpaHHOTO

NOTEHIHAMa B HEHpPOHAX TOMYJISAIMU C
JIMCTIEPCHEH o) OKOJIO CPETHETO 3HAUCHHSI
U:

wor- L[]

2roy | dt |,
T 12

g0
20y,

(9.6)

Takum 00pa3oM, B Ka4ecTBE JOCTATOYHO
MPOCTOM MOJEIIHA MOMYJISALMH,
MPUONMKCHHO OIHUCHIBAIOIICH PEKUMBI
CTallMOHAPHON u HECTallMOHAPHOU
AKTUBHOCTH, MOXHO TIOPEKOMCHIIOBAThH

u popmyi (9.4 - 9.6). Kak ciexyer u3 puc.
11, Takas MO/JIEJNIb MO3BOJISIET
BOCIIPOM3BECTH IEPBBII MOMYIALUOHHBIN
UK, BO3HUKAIOIIUA M3-32 CHHXPOHHOW
TeHEepalyy TNEePBhIX CHAWKOB HEHPOHOB B
OTBET HAa HAYaABIIWICA CTHMYJ, a TaKkxke
YCTaHOBHBIIHUICS YPOBCHD YaCTOTHL.

10. Ilonynayuonnsle cunanmuueckue
moKu

CHHaANTHYECKHE
TIOTTY IS
MOMYJISIUOHHOM
OPUXOIAIIUX IO

TOKM B  HeHWpoHax
YTIPaBISIOTCS
YacTOTOM  CIAHMKOB,
aKCOHaM HEUpPOHOB
MIPECHHANTHYECKON HOIYJISIIUH.
ANNPOKCUMAIIMOHHOE ~ YPaBHEHUE IS
MIPOBOANMOCTH IIOJIyYaeTCsl yCPEIHEHUEM
yp. (7.3) 1o HEHpOHaM
MIPECUHANTHYECKOM MOIyJIALIUH:

2

d7gs +(7, +12)dg—s+
dt* dt

T
12 (10.1)

+gg=1 g5 vI"(0)

rie 17, T — TIOCTOSHHBIE BpEMEHH
HapacTaHWsl W yOBIBaHUS CHHANTHYECKOW

MOJIeNIb, COCTOSIIYI0 W3 ypaBHeHHS (9.2) IIPOBOJMMOCTH; T — MACIITaGHUpyromas
160 500 pA

140+

Population model

120 F - Firing-rate model
100 F
T 8of
60
40
20 ]

0 ' ' ' :
0 50 100 150 200
ms

Puc. 11. Honyrayuounas axmu@HOCMb, GbIYUCIEHHAS C NOMOULIO
NOOpPOOHOU NONYIAYUOHHOU MOOETU (CHIOWHAS TUHUS) U C NOMOUbIO
yacmomuou mooenu (nynkmup), ocnosantou Ha yp. (9.2, 9.4 - 9.6).

Heiiponut
HOCMOAHHBIM TMOKOM.

nonyjiiyuu ¢ mMomernma t =

0 cmumynuposanuce
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KOHCTaHTa BpeMeHH, T = lms; V() —
4acToTa MPECHHANTHYECKON CIaiKkoBOH
aktuBHOCTH. [locTrosiHHBIE 7;, 7, OBUIM
HaijeHsl B 11.7.

Ecnu npenebpeds akCOHHOM 3a/IepKKON U
s dexramu MPOCTPAaHCTBEHHOTO
pacnpocTpaHEeHHsI 110 aKCOHAM, TO MOXHO
CuMTaTh, 4YTO  YacToTa  CIIAHKOBOM
UMITyJIbCAllMM Ha OKOHYaHHSX aKCOHOB
NPECHHANITHYECCKON  momyssiiuu V(%)
paBHa 4YacTOTE CIANHKOBON HMITYJbCAI[H
Ha COMax HEHPOHOB STOH MOMYJISLUH.
Hanpumep, B yp. (10.1) mns cunamcos
AMPA-Tuna MOKHO MOJICTaBUTh
V)=vE(), rae V() — nonymsanmonnas
4acTOTa CIAaKOB OT BO30Y’KAAOIMINX
HelipoHoB. Takmm  oOpa3zoMm, Habop
YpaBHEHUH AJSI KaXXJOro THIIA CHHAICOB
tuna yp. (10.1) BMecte ¢ popmynamu st
MEMOPaHHOTO MOTEeHIIMAaa u
MOMYJIAIMOHHON YacToThl (9.2, 9.4-9.6)
MO3BOJISIIOT CTPOUTH MOJIENI CBSI3aHHBIX
MOy JIALUM.

11. Ilpumep mooenuposanusn c
HOMOWBIO YACMOMHOU MOOeN U
nonyaAuuUU HelpoHos

Paccmorpum  monmymsimro - FS (fast
spiking)  HelipoHOB,  BO30YyKIaeMBIX
AKCOHaMHU KIICTOK Tajamyca, KOTOpBIC
WCOBITBIBAIOT ~ BO3JCHCTBHE  CTHUMYJIa
(Cruikshank et al, 2007). Ortser
emuanuHO FS  xierkm ompepensercs
MOHOCHHANITHYECKIM BO30Y)KICHHEM U
TOPMOKCHHEM MOCPENICTBOM
PEKyppPEHTHBIX cBsI3eH BHYTpH
nomysiiuu FS Heliponos (puc. 12). Kak
CJIE/ICTBUE, BBI3BAaHHBIC BHEIITHUM
CTHUMYJIOM TOCTCHHANTHYCCKHE OTBETHI
equnuuHoro FS wHeilpona 3aBucat ot
aMIUUTYApl cTuMysia. OnunieM MoJelb
TaKoTo MIPOCTOTO B3aUMOJICHCTBUSA
BHYTPH OJHOW TOITYJISIIHH.

Kparkuii UMITyJIbC aKkTMBHOCTH aKCOHOB
TaJIaMHYCCKHUX HeﬁpOHOB BBI3BIBACT
BO30Y’KIaroIIIe MOCTCUHANITHYECKUE
toku B FS neliponax (puc. 13), xoropsle

HEHUPOHOB A.B. Umxos
LE
vext
v g1
Puc. 12. Cxema  axmusHocmu

nonynayuu FS (fast spiking) netiponos,
8030YC0AEMBIX BHEUWHUM CIMUMYTIOM
Vv(1), npuxodswum uz  manamyca.
ObosHauenus: v(t) — NONYIAYUOHHAA
yacmoma cnaiixos FS neliponos, gg(t),
i(t) — nposooumocmu 6030YHCOAIOUIUX
U MOPMO3AUUX CUHANCOS.

MOKHO BBIYHCIUTH cortacHo yp. (7.1,
10.1):

ig(1)=gp() V()-VE), (1L.1)
2
TlEréE 48 +(rlE +r§)—dg5 +
dr? dt (11.2)
t8g =7 gE Vaxr(t)
e ©=0.1ms, ,=3.3ms, 7=Ilms,

gy =701nS, V;=5mV, v(t) — ummyisce
IUIATENHHOCTHIO 1ms.

Bo30yxnarommii MOCTCHHAIITHYECKUI TOK
ig(?) BBI3BIBAIOT JIETIOJISIPU3AIHIO
MeMmOpanbsl  FS  HelipoHOB, coriacHO
3akony Oma:

cdU
dt

g, U=V +ig(®)+i; (D),

(11.3)

rae R, = /g, = 8§IMQ, 7,, = C/g;, = 9ms,
V, = -78mV. Ilpu mH0OCTaTOYHO CHIFHOM
crumyne FS  HelipoHBI TeHepHPYIOT
cmaiiku, W B pe3yibprare cBs3eir FS
HeﬁpOHOB BHYTPH MOIYJIAIUHA MMOABIACTCA
TOPMO3SIIIUKA  MMOCTCUHANTUYECKUH  TOK
ii(t). Bos3oyxaenue FS  HeitpoHoB
XapaKTUPHU3YETCS TIOITYJISIIMOHHOM
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A.B. Umxos HEWPOHOB

yacToTOl  cmalkoB  V(#),  KoTOpas
BhIUUCIIsIeTCs M0 hopmyiam (9.4-9.6):

v()y=AWU)+ BU), (11.4)
AU) =
Vp=U)lop2 , b
=7 1 f e (1+erf(u)du | ;
Vs =U) o2
BU) = l[dU} y
\2roy | dt |,
T 2
cog - =0
20y
riae Ve =V, =14mV Vst =V1 5
oy=2mV.
AHanorn4Ho  BO30YXXIAalOUIEMy  TOKY,
TOPMO3SIIIUN CHUHANTUYECKUIA TOK
ANMPOKCUMUPYETCS YPAaBHCHUAMU
i) =g V©-Vp), (11.5)
11d zg I 1\ 9g
T, T, 1+(rl+r2)—]+
dt* dt (11.6)

+8, =7 g[ v(?)

rie 7,=0.5ms, ¢,=5ms, g, =60nS, V,=-
88mV.

Ha puc. 13 u 14 mpuBeneHo cpaBHEHHE

SKCIICPUMCHTANBHBIX ~ PETHCTpalliil U
mojend. OueBHOHO KaK KadyeCTBCHHOC,
TaK W  HEIUIOX0€  KOJMYECTBEHHOE

corjlacoBaHue rpaduKoB, YTO IOKa3bIBACT
aIeKBaTHOCTh ~ IIOCTPOSHHOH  OAHO-
MO JIIIUOHHON MOJIEITH.

12. Ilonynayuonnsle modenu Ha 0CHOGE
Probability Density Approach

Kak ormewamocs B 1. 9, yacTOTHBIE
MOACIIN HOHyHﬂLII/II/I JINIIb HpI/I6J'lI/I)KeHHO

OIINCHIBAKOT JUHaAMUKY AKTUBHOCTHU
MOMYJISILIAH. B o0em ciryyae
OKa3bIBACTCsI Ba)KHBIM TO, Kak

IKcnepumenm
= L
FS r 7 4l
100 pA
10 ms
Mooenn
U -
-100
<
a
-200H
-3005 10 20 30 20
ms
Puc. 13. THocmcunanmuueckuii

(monocunanmuyeckuii) mox 6 FS-
Helipone npu c1aboll manramuiecKkou
cmumynayuu  moxkom 30 puAd u
nomenyuane @urkcayuu -88 mlV g
akcnepumenme (seepxy) (adapted by
permission from Macmillan Publishers
Ltd:  (Cruikshank et al, 2007),
copyright 2007) u 6 mooenu (6Hu3y).

pacnpeneieHbl HeHpPOHBI 1Mo (ha3aM CBOCH
CcHnaiikoBoll  akTuBHOCTU. Bpemennas
CHUHXPOHHM3aIUs W  JECHHXPOHHW3AIMS
HEMPOHOB MOXET CYIIECTBEHHO U3MEHUTH
SBOJIIONMIO  MOMYJIALIMOHHOM  YacTOTHI
JaKe TPH OTHOCHTENIFHO ITOCTOSHHOM
yactote  paspanoB.  Hampumep, B
abCTPaKTHOM Cllyyae MOCTOSHHOTO BXOAa
Ha BCE HEHPOHBI MOIYJISALNH, TOKA3aHHOM
Ha puc. 11, dHacToTel CHaKOB OT
OTJEJbHBIX HEHPOHOB NPHOJIU3UTENBEHO
OAWHAKOBBI U IOCTOAHHBI, B TO BPEMA KaK
Ha TpaduKe MOMYISIMOHHON YaCTOTHI
BUJHBl  pE3KWe MUK  AKTHUBHOCTH,
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3!\'(’1?{‘10 HMeHmm

HEWPOHOB A .B. UnmxoB
B s800- Mooens
5 0 15 20
ms
.\"“-—.-k_
5 ;1.3, 15 20
400
U
I
v
10 20 30 40 50 60"

ms

Puc. 14. Omeemvi FS-netiponos na manamuueckyro cmumynayuio moxom 120
uA 6 skcnepumenme (cnesa) (adapted by permission from Macmillan
Publishers Ltd: (Cruikshank et al., 2007), © 2007) u 6 modeau (cnpasa). A,
B) nocmcunanmuueckue moxu npu nomeuyuane guxcayuu -88, -62, u -35
mV; C, D) cunanmuueckue nposooumocmu, E, F) nocmcunanmuueckue
nomenyuanst U u MOOeTbHASI NORYISIYUOHHASL YACTOMA V.

BBI3BaHHBIC CHHXPOHH3AIMCH MOMEHTOB
reHepald  CHalkoB M IEPUOAOB
MoOJIYaHUs  HeWpoHOB. Bocnpoussectu
TaKyl aKTHBHOCTh momoraer Probability
Density Approach, paccMaTpuBaromi
SBOJIIOIMIO  TUIOTHOCTU  PACIIPEICIICHUSI
HeﬁpOHOB o OJHOMY HWJIM HECKOJIIbKUM
napaMeTpam COCTOSIHHS HeHpOHa.

3T0T MmOAXOA B NPUMEHEHHH K
YOPOIIEHHBIM ~ MOJCISIM  OTACIBHBIX
HelipoHoB onmcan B paborax (Knight,

1972; Omurtag et al., 2000; Eggert & van
Hemmen, 2001; Nykamp & Tranchina,
2000) m mompoOHO OCBemeH B KHUTE
(Gerstner & Kistler, 2002). OcHoBHas
npobiemMa  TEOpUM  TOMYJISIIHOHHOTO
MOACIMPOBAHUA COCTOUT B TOM, ‘ITO6I)I
YMCHBIIUTH PasMEPHOCTDb OCHOBHBIX
ypaBHenuii. [TockonbKy B o0mieM cirydae
COCTOSIHME HEHpOHa OITMCHIBaeTCA He
OJTHOM, 8 HECKOJIbKUMH MEPEMEHHBIMHU, TO
paccMOTpeHUe pacnpeneseHss OOJBILOro
WM OSCKOHEYHOI0 YHWCiIa HEHPOHOB IO
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TUM napameTpam MIPUBOJUT K
MHOTOMEpPHBIM AH(D(epeHINATBHBIM HIH
MHTETrpajJbHbIM YPAaBHEHHSM B YaCTHBIX
MIPOU3BOIHBIX. Pemenne TaKuX
YpaBHEHUH CTOJIb € CIO0XHO MOJIyYUTh,
Kak M  pemeHue  OOJNIBIIOrO  WIH
0OECKOHEYHOI0 YHCIIa CHCTEM ypaBHEHHWH
OTAETBHBIX HEHPOHOB, COCTaBJIIOMINX
TIOITYJISILINIO. ITosTomy pa3nudHbIC
HOMYJISIIIUOHHbIE MOJIETIH KJacca
Probability Density Approach
IpeAIaraoT pasHble BapUaHTHI
YOPOILCHUH, HPUBOISIIIUX K
OHOMEpHbIM ypaBHeHusiM (YmxoB &
Typ6un, 2006). Croutr BBIICIUTH [Ba
BapHaHTa BBIOOpa €JJMHCTBECHHOT' O
napameTpa CoCTOsiHUsI HelipoHa. IlepBeii
— 3TO MEMOpaHHBEIA TMOTCHIUAIL B 3TOM
cllyyae  ypaBHEHHE Ui  IUIOTHOCTH
pacrpeneneHus HEHpPOHOB no
MeMOpaHHOMY IOTEHIHAy CTPOUTCS Ha
OCHOBE YpaBHEHUS Konmoroposa-
®okkepa-IInanka. OpgHako ecom ms
MoJieNiell THIa TOPOTOBOIO HHTErpaTopa
MeMOpaHHBIN MOTEHLUAN U TaK SBISETCS
€MHCTBEHHBIM IapaMeTPOM COCTOSIHHUA,
TO At Ooyiee CIIOKHBIX HEHPOHOB 3TOT

napaMeTp HEOJHO3HAayHO  ONpeAessier
COCTOSIHME MEXIy craikamu. Bropoi
BapHaHT — BpPEMs], OTCUHUTHIBAEMOE OT

MOMEHTa chaiika HelipoHa. Mogenu c
TakoW mNapaMeTpu3alnueil s HEeMpOHOB
TUOIA TIOPOTOBBIX HHTETPATOPOB WM
HEKOTOPBIX IPYTHX YIPOIIECHHBIX
Mojeneii  HEHpOHOB  pa3paboTaHbl B
VIOMSHYTBIX  Bbllle  paborax. s
HOAPOOHBIX HEHpOHOB,
paccMaTpuBalOIMX ~ OoraTelii  HaOOp
HMOHHBIX KaHAJIOB B alMPOKCAMAIIMU THIIA
XomKKUHA-XaKciad, B TOM  YHUCIE
MeEIIEHHBIX KaHaJIOB CIIaliIKOBOM
aJanTanuy, MOMYJISAIHOHHAS MOJENb CO
BpEMECHEM OT CIlallka TpeyioKeHa B
paborax (Chizhov & Graham, 2007
Chizhov & Graham, 2008).
PaccmoTpeHre ynoMsiHyTBIX Mozene a
TaKxKe IPUMEPOB MOJPOOHOTO
MOJACIMPOBAHUA AKTUBHOCTHU
B3aUMOCBS3aHHBIX HOHyJ’IﬂLlI/lﬁ BBIXOAUT

32 paMKu
Marepuaa.

HaACTOALICTO BBOJHOI'O

3akiaoueHune

Takum 00pa3oM, B HACTOSIICH TJIaBEe MbI
OTHCAIId UEPAPXUIO MOJIECH eTMHUYHOTO

HeWpoHa pa3zHoit CJIO)KHOCTH,
arMpoOKCUMALIUI0 CHHANITHYECKUX TOKOB U
pocTenme MOJIEIHU HEHWPOHHBIX
MOMYJISILUH. IIpuBenennsie

MaTeMaTHYeCKHe MOJENIN II03BOJIIOT B
TOM WIM HMHOW MeEpe BOCIPOU3BOAUTH
OTBETHl  HEWPOHOB,  PETUCTPHUPYEMBIE
3MEKTPO(YUINOIOTHIECKUMH METOAAMH, H
SIBJISIFOTCSA OCHOBOM JJIA MOCTPOCHUA
0oJ1ee OPOOHBIX MOJICIICH.

B xadecTBe MOMONHUTENBHON yueOHOU
JUTEpaTypbl MO MONEISAM HEHPOHOB H
MOJESIM HEWPOHHBIX MOMYJSIUMH Ha
PYCCKOM SI3bIKE MOKHO MTOPEKOMEHI0BATh
rmaBy 3 u3 (IloxpoBckuii, 1987); Ha
AQHTIIMICKOM  s3BIKE B  HHTEpHETE
nmocrynHa kuura (Gerstner & Kistler,
2002).
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TpanuuuoHHO MOBEJIEHHUE
HOBOPOXKJICHHBIX MIIQZICHIICB B IIEPBBIC
HeNeNM W JaKe  MECSAUbl  JKHU3HHU

paccMaTpuBaIOCh Kak HCKITFOUHTEIBHO
oOycnoBineHHoe peduekcamu. B HOpMe
KOT'HUTHUBHOC Pa3BUTHE OLICHUBACTCs
MICUXOJIOTaMU M BpayaMu OJmkKe K KOHILY
BTOPOTO Tojia Xu3HH. B mocieHue rojpl,
OJTHAKO, BCe Oombliee KOIMYECTBO
HCCIIEMOBAaHNI JIEMOHCTPHUPYET, UTO JETH
yIKe OpH  POXICHAM  OOJAmaroT
YHUKAJIBHBIMA CIIOCOOHOCTSIMH
BOCIIPHHHMATh " OCBauMBaTh
uHpopmanmio. MccrnemoBaHne pasBUTHS
peOeHKa B MEpBBIA TOJ JKU3HH MOXKET
IIOMOYb OLICHUTH PUCK pa3BUTHA
HEKOTOPBIX T'CHETUYCCKU 06yCJ'IOBJ'leHHbIX
3a00IeBaHMil, TAKMX KaK ayTH3M HJIH

mucnekcus. B nmaHHOM TrmaBe  OymyT
paccMOTpEHBl  METOIbl  UCCIIEAOBaHUSA
HEKOTOPBIX  ACIIEKTOB paHHETO

KOTHUTUBHOTO PAa3BUTUS JETEH B MEPBBIi
TOJI KH3HU.

Hapaouema
2aoumyayuu/Ouczadbumyayuu
(habituation/dishabituation paradigm)

OpUEeHTHPOBOYHAS peakuus (nmu
OpHeHTHPOBOYHBIH peduiekc, OP) Ha
HOBM3HY U ee yracaHue (IpUBbIKaHUE WUIN
rabuTyamnus) B OTBET Ha HOBTOPSIOMINICS
CTHMYJI MOT'YT OBITh 3aPErHCTPUPOBAHBI Y
HOBOPOX/ICHHBIX B IIEPBBIC IHU >KU3HH.
OOHapy>XeHHE HOBOTO B OKpY’KaroIeH
cpeae HE TOJBKO HEOOXOauMO Ul
BBDKMBAaHHUS OpraHn3Ma, HO M SBISETCA
OJHMM U3 OCHOBHBIX MEXaHHU3MOB
HaydeHusa. [abuTyamms IpeicTaBisieT
co00if aganTUBBIA IPOIECC — OPTaHHU3M
HpeKpamaeT pearupoBarb Ha
HE3HAUMMBI, He  Hecyllud  HOBOU
nHdopmanuu ctumyi. OP Bkitouaer psij
peakuuii opraHu3Ma: IIOBOPOT T'OJIOBBI,
JIBIDKCHUE TJIa3, M3MEHEHHE CEepICYHOTO
puT™Ma u KO>KHO-TaJIbBAHUYECKON
peaknuy, a TaKKe JIECHHXPOHH3AIHIO
anektposHuepautorpammel - (O9I)  m
YBEIIMYCHUE  aMIUINTYAbl ~ HEKOTOPBIX
BBI3BAaHHBIX TOTeHIHanoB wmo3ra (BII).
W3meHeHns CepAEYHOrO0 pHUTMa  Kak
MoKa3aTesb opP MOTYT OBITH
3aperuCcTpUPOBaHBI OHTOT'€HETUYECKU
oueHb paHo (cM. 0030p B Gomes et al.
2000): Ha  TOCIECAHEM  TPUMECTpPE
OepeMeHHOCTH 1) (o)) pearupyer
3aMeJIEHHEM CEpJIeYHOr0 PUTMa B OTBET
Ha HOBBIY cTuMyn (Lecanuet et al. 2000).

CrocoOHOCTE HOBOPOKACHHBIX OTBEYATh
Ha cTUMy)n (responsiveness) CHIBHO
BapbhHUPYET B 3aBUCHMOCTH OT [TAPaMETPOB
CTUMYJIAINU u oT YPOBH:A
OoxpcrBoBanus. Bekope nocine poskaeHus
HOBOPOX/ICHHBIE pearupyroT
MPEANOYTUTETHHO Ha bu3nveckue
XapaKTePUCTUKU CTHMYJa, TaKhe Kak
MHTEHCUBHOCTh M CIEKTPAIbHBIA COCTaB,
M3MEHEHHE KOTOPBIX BElIET K U3MECHEHHIO
obmieir sHeprum curHana. JIEBKOBUI[ H
TypkeBuu (Lewkowicz and Turkewitz
1980) B CBOECM HCCIICIOBAaHUU
MIPOAEMOHCTPUPOBAIHU JFOOOTBITHBIN
(haxkr: HOBOPOXKICHHBIC MOTJIH
'CONOCTABJISITE 3PUTEIBHBIE U 3BYKOBBIC
CTHUMYJBI [0 WX  HMHTEHCHBHOCTH,
pearupysi Ha M3MEHEHHUsS OOLICH SHEPrUuu
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CTHMYJa, a HC €ro MOJaJIbHOCTH — 3aJavda
HENIOCUJIbHAsA JJIA B3POCJIbIX.

B TeueHme mepBBIX MECAIEB O KU3HU
peOeHOK pearupyeT Ha CTHMYJBl BCE
Oonee wm30mWpareTbHO, © Bce OOIBIIe
omupasicb Ha COOCTBEHHBIH OIBIT. B TO
BpeMsl KaK HOBH3HAa CTaHOBHTCS Oolee
3HA4YNMOH, WHTEHCUBHOCTH u
CHCKTpaﬂ]:HOﬁ HAaCBbIIICHHOCTH CTHUMYJIa
yaciadaeTca MCHBIIC BHHUMAaHU. D10
Ba)XKHBIH 3Tam B Pa3BUTHUU CCIICKTUBHOT'O
BHUMaHHs — CIOCOOHOCTH YJep)KHUBaTh
BHIMaHHE Ha Ba)XKHOM, HE OTBJICKAsACh Ha
MOCTOPOHHUE, HE  OTHOCAIMECS K
TEKyIIeH aKTUBHOCTH CTUMYJIBI.

denomeHn raburyanmum B OTBET HA
MOBTOPSIOLIUHACS pa3apaxuTeib 5
MOCJIEAYIONIEH AUCTabUTyallu B OTBET Ha
U3MCHEHHE CTUMyNa (WM Ha HOBBIA
CTUMyJN)  LIMPOKO  HCIOJB3YeTCs B
UCCIICIOBAHUN KOTHUTUBHBIX  (YHKUUI
JeTell B BO3pacTe A0 MOIyTopa JeT.

[loBeneH4yeckne TECTbI, HCIIOIB3YIOMINE
napajurMy TraOHUTyaluu/aucraduTyamnun
MIPUMEHAIOTCSA, HallpUMEp, Ul U3y4YeHUs
CIOCOOHOCTH ~ MIIZIGHIICB  pa3iilyarh
CTUMYJBl W3  Pa3HBIX  KaTEropHi.
Crumynsl U3 HEpBOMl  KaTeropuu
NpeABSBISIIOTCS 10 TeX IIop, IIOKa
peOCHOK AaKTHBHO COCET COCKY-IAaT4UK
IUISl M3MEPEHHs YacTOThl COCaHMsS (TeCT
WU3BECTHBIA B AHIJIOSI3BIYHOM JIUTEpaType
KaK BBICOKOAMILUTUTYIHOE cocaHue, high-
amplitude sucking, HAS) WU
BHMMATEIBHO CMOTPUT HA 3PHUTEIbHBIH
cTUMYJ (perucTpanysi BpeMeH! (pUKcaluu
B3risipa, looking  time). I[lomoGnoe
MOBE/ICHHE CBUJICTEIIbCTBYET 0
MOBBIIIEHHOM BHUMaHWH, WHTEpece K
CTHMYJy, U B JJAHHOM CJIy4ae CTHUMYJI CaM
mo cebe  CIYXHT IOIKpEIICHHEM
(conjugate reinforcer). Korma peGerok
TepsieT HMHTEpeC K IOBTOPSIOMIEMYCS
CTUMYyIy M COOTBETCTBEHHO YacTOTa
COCaHMi  WIM  BpeMs  3pUTEIbHOH
¢ukcarm  ymeHpmaeTca  (HacTymaer
[IPUBBIKAHKE), IPEABABISICTCA CTUMYT U3

npyroii  kareropuu. CuuTaercs, UTO
peOCHOK pa3jinvaeT JBa CTUMYJa, €CIH B
OTBET Ha CTHUMYJ U3 BTOPOH KaTeropuu
YacTOTa COCaHHMs WM BpeMs (HUKCAIUH
CHOBa BO3pacTaeT (response recovery).

Ilapaouema npeonoumenus (preference
paradigm)

Kak Bapuant mnapagurmsl radOuTyanuu
UCIIONIB3YeTCs TapagurMa HpearnodYTeHHs
(preference  paradigm), B  KOTOpOW
peOCHKY NPEABSIBISIIOTCS OIHOBPEMEHHO
JIBa CTHMYyJIa, HallpUMep, CIpaBa U CJeBa
Ha MOHHUTOpE, M PETUCTPUPYETCS BpeMs
¢ukcauuy Ha KaxngoMm crumyse. Yame
BCErO 0JTa IapajurMa JIEeMOHCTPUPYET
HpenoYTeHHEe HOBU3HEI (novelty
preference), To ecth peOEHOK HPOBOIUT
Oosbliie Bpemsi, M3y4dasi HOBBIH CTHMYJ,

4eM TOT, KOTOPBIH YyXe BHAET H
JIOCTaTOYHO  W3y4WJ. B HEKOTOpBIX
ciryvasix, OJTHAKO, BO3MOKHO
npeanouyreHue  3Hakomoro  (familiarity
preference), Korza pebeHok

MPEANOYUTACT W3BECTHBI €My CTHUMYIL,
0COOEHHO JTO KacaeTcs OMOJOrHYECKU
3HAYUMbIX CTUMYJIOB Ha PaHHUX I3Tarax

pa3sBUTHA. Tak, HOBOPOXKJICHHBIE
MIPEAIOYUTATN MIPOBOJUTH BpeMms,
MOBEPHYBLIMCh K HCTOYHHUKY 3araxa,

KOTOPBII OHHM «BBIyYHJIN» B IEPBBIA Yac
nocine poxaeHus (Varendi, Porter and
Winberg 2002), a 2-Mecs4HBIC JCTH
NPEANIOYUTAIOT CMOTPETh Ha PEUEBYIO
MHUMHKY,  KOTOpas  COBIIQJIaeT  CO
3ByYaIIM TEKCTOM, 4eM Ha
APTHUKYJALUIO, HE COOTBETCTBYIOLIYIO EMY
(Weikum et al. 2007).

Hucmpymenmansnolii
Dpedhnexc

YCO6HbLIL

H3meHeHne 4acToThl COCaHMsA B OTBET HA
CTUMYT y HOBOPOXICHHBIX
UCTIONIB30BAIOCh TAKXKE IPU BBIPAOOTKE

HHCTPYMEHTAIBHOTO YCIIOBHOTO
peduiekca  (instrumental  conditioning
(0630p B Moon and Fifer 2000).

HeKacnep u @aiidgep (DeCasper and Fifer
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1980) paspaboTamyi METOA, KOTOPBIH
MO3BOJIMII I0Ka3aTh, YTO B NEPBBIE JHU
JKHU3HU HOBOPOXJICHHbIC MJIaACHIIbI
NPEANIOYUTAIOT TOJIOC MaTepu TOoJIoCY
HE3HAKOMOM KeHIIUHbI. 3MeHnsis yactoTy
COCaHUSl  COCKH-JAT4MKa,  MJIaJCHIIbI
MOTJIM MHHULUHPOBATh BOCIIPOM3BEICHUE
IUICHKH C 3alMCHI0 rojioca MaTepd WIH
JPYTOi JKCHIIMHBI, IPHYEM OJHA TPYyIIIa
MaJbllel JOKHA ObUla COCaTh COCKY C
0ojiee  BBICOKOM  49acTOTOH,  4TOOBI
CIIBIIIATh TOJIOC MATepH, a Apyras rpyIia
— ¢ Ooznee Hu3koil. O0e Tpynmsl Jereit
MPOJIEMOHCTPUPOBAIIH HE TOJIKO
NpeANOYTEHHE T0JI0CA MAaTepH B IEPBbIC
IHA  JKM3HH, HO K  CIIOCOOHOCTH
KOHTPOJIUPOBATh YacTOTY COCAHUS JUIs
JOCTIKEHHs JKellaeMoro pesynbrata. K
Bo3pacty 8-10 Hemenmp pmetu OBICTPO
HAy4YarOTCs [JBUTaTh HOXKOH, dYTOOBI
3aIyCKaTh JBIDKCHHE HO/ABIKHOM
UTPYIIKH («MOOWIIBY), TPUKPEIICHHOW K
nerckoit kposatke (Rovee and Rovee
1969). B 3TOM HcClie10BaHUH JIaCTUYHAS
pe3MHKa Kpenujiach OJHMM KOHLIOM K
UTPYILIKE, JPYTUM KOHIIOM K KOJICHKE
pebenka. Kaxmoe nBwkeHne HoOru
BBI3BIBAJIO JIBIDKCHUE HOJIBHKHOM
UTpyIIKU. B TeueHne HeCKOJIbKHX MUHYT
JEeTH HAay4YaJIuCh ONEPHPOBATh HIPYIIKOMH,
YBEINYMBAs PUTM  JBIDKCHHH  HOTH.
YacTtoTa ABMXKEHUU HE YBEJIMYMBANACH Y
KOHTPOJIbHOW TpYyNIbl AETEH, Y KOTOPBIX
UrpyliKa ABUTAJIaCh HE3aBHCUMO OT HX
nBwxkeHuil. W3 aroro ciaepyer, 4TO
YBCJIMYHNHHUC [lBHFaTeﬂbHOﬁ AKTUBHOCTHU
Helb3s1 00BSICHUTH O0IINM BO30YKIEHUEM
JeTeil mpu BUIE «MOOWIS». DTOT METOA
UCIIONIB3YeTCS B HACTOSILEEe BpeMs JUis
W3y4YCHUS] [JOITOCTPOYHOW TMaMATH Y
mered mepBoro roma ku3HH  (Rovee-
Collier  1997):  mereit  TecTupyroT
MOBTOPHO C OTCPOYKOH B HECKOJIBKO
MECSILIEB.

OnucaHHbIE BbIIIE METOAbI UCCIICAOBAHUA
JACTCKOI'O pa3BUTHUA MOXHO O6’LG,HI/IHI/ITB

noJ Ha3BaHHUEM «TIOBEJICHYECKHE
MeTonbly. IloBeneHueckne METOIOBI HE
Bcerna yAOOHBI W aJNeKBaTHBEI B

HCCIEOBAHUAX KOTHUTHBHBIX (DYHKI[HIA
HOBOPOXKIICHHBIX  JIETCH,  MOCKOJBKY
CIOCOOHOCTH MJIaJICHIICB K
KOODIHHUPOBAHHOMY MOTOPHOMY aKTy W
K yICPKAHHUIO OIPEACICHHOTO YPOBHSA
BHUMaHHsI OTPAaHUYEHBI B [IEPBbIC HEJEIH
Ku3HU. Harrymesiiee HCClieOBaHHE O
CHOCOOHOCTH HOBOPOKJICHHBIX
HMHTHUPOBATH JIULEBYIO MUMHKY
(Meltzoff and Moore 1977) He nony4uno
JIOCTATOYHOE KOJIMYECTBO JIOCTOBEPHBIX
MOJITBEPKICHUI B MOCIIEAYIOIINX
HCCIICIOBAaHUAX. ABTOPBI MPEIIOI0KIIHN,
4TO CITOCOOHOCTH K MMHTALUH,
oOHapy)XeHHasi Cpa3y IIOCIC POXKICHHS,
yracaeT Ha  HEKOTOpPOC BpeMs W
BO300HOBIISCTCS 4yepes HECKOJIBKO
mecsaueB (Meltzoff and Moore 1989).
[To3ke OBUIO MOKA3aHO, YTO MMUTAIHS
TaKOW JIMUEBOM MUMHUKH, KaK OTKPBITHIM
POT U BBICYHYTBI $3bIK, MOIJa HMETh
aIbTePHATUBHOE 00BsICHEHHE
HOBOPOX/ICHHBIC BBICOBBIBAIOT SI3bIK B
OTBET Ha 3aHHTepeCOBaBLHHI>i X CTUMYII,
TaK KaK poOT U A3BIK Maﬂbllﬂeﬁ ABJIIFOTCA
JJId HUX B NEPBBIC HCACINU KU3HU OJHUM
U3 HauboJice BAKHBIX HMHCTPYMEHTOB
uccienoBanus (Jones 1996, Jones 2006).

Jpyras CIOXXHOCTb B  HCCIIEIOBAHUU
KOTHUTHBHOTO pa3BUTHA OYeHb
MaJIeHbKHX  JeTed 9TO  CHJIbHAA
3aBHCHMOCTh IOBEJCHYECKOH peaKLuH
peOeHKka OT YpOBHSA OOAPCTBOBAHHUS
(axtuBHOCTH). Bombd  BblmEmun 6
YpOBHEHl aKTUBHOCTH HOBOPOXKJCHHBIX
(axTHBHOE 0oapCcTBOBAHUE, Jiad,
CHOKOWHOe 0O0/ApCTBOBaHMWE, MOJIYCOH,
TITyOoKuMit COH (quiet sleep),
MMOBEPXHOCTHBI COH (active sleep)) u
HPOJAEMOHCTPHPOBAJ, YTO B COCTOSHUH
CIIOKOIfHOTO OOJPCTBOBAHMS MJIaJCHIIBI
pearupoBaiu Ha CTUMYJISILUIO
MOBBILIIEHUEM O0OIIell aKTUBHOCTH, B TO
BpeMsi KaK Te, KOTOpble HaXOAWINCH B
aKTUBHOM OOJPCTBOBAHUM MM KPHYAJIH,
HaoboporT, ycrokanBamuch (Wolff 1966).

B nocnennue
MOITYJIIPHOCTH

TOOBl  BCE  OOJNBIIYIO

npuobpeTaroT
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AMEKTPOPU3NOIOTHUCCKHE METOIbI
WCCJIEOBAHMS, IO3BOJIAIOIINE IIONYYHUTh

udopmanmio 0  (QyHKIMOHUPOBAHHUU
MO3ra HE3aBHCHMO oT YPOBHS
0OIPCTBOBAHUS W CIIOCOOHOCTH peOCHKA
MPOJEMOHCTPUPOBATH 0’KHJIaE€MBIi
HOBEIEHUYECKUI OTBET. Bri3BanHbie
HOTEHIINAIIBI (BIO), CBSI3aHHBIE [¢
00paboTkoii  cimyxoBoil  mH(MOpMAaIWH,

BO3MOJKHO 3aperHCTPUPOBATH, HAIIPHMED,
y HOBOPOXICHHBIX Q)K€ B COCTOSHHI
rIybOKOro CHa.

Meron BII mo3Bonsier
00paboTKy CUTHAJIA c TOYHBIM
BPEMEHHBIM  pa3pelIcHHEM, XOTS He
SIBIIICTCSI OYEHb TOYHBIM B OTHOIICHUH
TIPOCTPAHCTBEHHOT'O Pa3peIleHs, T/ Ha
MOMOIb ~ TNPUXOAAT  MMHKUHTOBBIC
METOJIPBI, Takue KaK MarHUTHO-
PC30HAHCHAS M ONTHYECKas TOMOrpadus,
KOTOPBIC TaKXKe HAYMHAKOT aAKTHUBHO
MNPUMEHATHCA K H3YYCHHUIO KOTHUTHUBHBIX
¢yHKIMIA 1eTel 1o roja.

HCCIIEA0BAaTh

MarHuTHO-pe30HaAHCHAS ToMorpadust
(MPT) He campiii ynoOHBII MeTOx B
HCCIeN0BaHUI JIETEH, TaK Kak
6oapcTByOLIHE JIeTH HE MOTYT
HaAaXOOAUTHCA 663 JBUXXCHUA JaXe B
TEUYCHUE OUYCHb KOPOTKOro BpemeHH. Ha
HaCTOSIIJ_lI/lﬁ MOMCHT MHM3BCCTHO TOJIBKO
OJTHO WCCJICIOBAaHUE, IPOBEICHHOE C

001pCTBYIOIIUMHU 3-MecsYHBIMU
MaJIbIIIaMH c UCIIOJIb30BaHUEM
(hyHKIIMOHATHHOH MPT (Dehaene-
Lambertz et al. 2006). Omnrudeckas

TOMOTpadus, HCIONb3YIOLIas H3JIy4YCHHUE
OKOJIO-MH(PAaKpacHOro uana3oHa (near-
infrared spectroscopy, NIRS), no3Bonsier
JIOKaJIM30BaTh HMCTOYHHUK AaKTHUBAIlUUd B
MO3re c IIPOCTPAHCTBEHHBIM
paspeuienueM, conocraBuMbiM ¢ MPT, u
ABJSIETCSL  ropasfgo  Oosiee  ynOOHOM
METOAMKON ISl IPUMEHEHUS B JETCKHX

UCCIIEI0BAHMSIX ! OTCYTCTBYET  IIyM
CKaHHEpa, MarHUTHOE mose "
OTpaHWYCHUS MIPOCTPAHCTBA "

noaBmKHOCTH. Ha Hacrosmmii MOMEHT,
HEKOTOPBIE PaOOTHI MOKA3AIM AKTHBALIUIO

COOTBETCTBYIOIIUX 00JacTell MO3ra JeTen
JI0 TIOJyrofa B OTBET Ha pEYEBbIC
(Watanabe et al. 2008, Homae et al. 2007,
Homae et al. 2006, Minagawa-Kawai et
al. 2007b, Minagawa-Kawai et al. 2007a,
Pena et al. 2003) u 3puUTENBbHBIE CTUMYJIBI
(Watanabe et al. 2008) (cM. Taxxe 0030p
A.H. IlecrakoBoii M cOaBT. B JAaHHOM
cOopHUKE).

Dnexmpogusuonozuueckue Memoobl
uccieoosanusn pannezo 0emcKozo
pazeumus

BII, wuam cBsA3aHHBIE C  COOBITHEM
morenmmansl  (CCII), mpeacraBigoT
co00i  YCPEOHEHHYIO  DIIEKTPUYIECKYIO
aKTHBHOCTh MO3Ta B OTBET Ha TO WIU
nHOe coObiTHEe. Tak Kak amiuTyzaa

croHTanHoit ODI" MHOro O6oiblie, YeM
ammutyna BII, neoOxomumo OGomblioe

KOJIMYECTBO ~ yCpeAHEHWH (A BOJH
MEHbIIEH  aMIUIUTYyABl  HEOOXOAMMO
OoJjpIiee KOIMYECTBO ycpeaneHui). Tak,
Harpumep, YTOOBI BBISIBUTh
HHU3KOAMILUIHTYAHBIC CTBOJIOBBIC

cinyxoBeie BIT (brain stem auditory
potentials, BAEP), Heo0xoauMo 0koIo
1000 ycpemHeHuii, B TO BpeMs Kak
BbIcOKoaMIUIUTy1HBIe BII nereit B oTBer
Ha 3pHUTENBHBIE CTHUMYJBl MOIYT OBITh
BBISBJICHB! yke mpu 15-20 ycpenHeHUsX.

Br13Bannrie
BEPOSATHOCTH,

NOTEHIIMAJIBI, 10  BCEH

TCHEPHUPYIOTCS B
pe3yiapTaTe  HECKOJNBKHX  IPOIIECCOB.
Omnoii w3 Hamboylee  IIUPOKO
HCIOJIB3YIOLMXCsl runoTe3 reHepauuu BI1
ABIACTCA MEXAaHU3M  JOIIOJIHUTCIIBHOI'O
komnoHeHta (Dawson, 1950, additive
activity). Ero ocHOBHas wjesl COCTOUT B
TOM, 4YTO CIOHTaHHasg DI aKTHBHOCTH
paccMaTpuBaeTcs Kak IIyM, K KOTOPOMY
JnobaBiseTcs JIOIIOJIHUTEIIbHBIIH
KOMIIOHCHT TIPH TPEABSIBICHAN TOTO WIIH
uHOoro crumyna. [locme ycpemHeHUs
HECKOJIPKUX  peaNn3aldii  CHOHTaHHAs
aKTUBHOCTHh B3aumMoMcKiIrodaercs, a BII
OCTaeTCA.
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[Ipenmonaraercs, 9TO OCHOBHBIM
HUCTOYHUKOM Takoro poma BII sBmsrorcs
Oounbline MUpaMuIHbIe KJIETKH.
Bos0yxnatomue MIOCTCHHAIITHYECKNE
norentmansl (BIICII) B 3THX KieTkax
BO3HUKAIOT TJIABHBIM 00pa3oM B paiioHe
aNMKaIbHBIX JICHAPHUTOB, YTO NMPHUBOIUT K
TIOSIBJICHUIO Tam OTPHIIATEIEHOTO
MEXKJIETOYHOro  3apsina (B paiioHe
CHHAITHYECKOT0 KOHTaKTa) u
OJTHOBPEMEHHO IOJIOKHUTEIBHOTO 3apsia
B paiioHE coMBl. Takum o0Opa3om,
BO3HMKaeT Aunoib. Ha moBepxHOCTH
KOpBI (CKaJblla) Takas akTHBalus OyJner

COOTBCTCTBOBATh IOSABJICHHUIO
HCTaTUBHOCTH. B 3aBUCUMOCTH oT
PAaCIIOJIOKCHUA CHHAaIICOB (Ha
AlMUKAJIbHBIX, JUCTAJIbHBIX  JACHAPHUTAX

WIA COME) M OT TOro, SIBISIETCS JIH
JaHHBIH  CHHAIC BO30Y>KAAIOIINM  HIIH
TOPMO3HBIM,  BO3MOJKHBI  DPAa3JIM4HBIC
KOH(UT'ypauuu HETaTUBHBIX u
MO3UTUTHBHBIX KOMILIEKCOB IIpH
perucrpauuu BII.

BO3MOXXHBIM ~ MEXaHH3MOM
reHepauun  BII  sBusercas MexaHu3Mm
(dazoBort mepecTpoiiku  (phase reset,
Sayers et al., 1974). CormacHo 3TO¥
rurnorese i reHepanuu BIT Heo6xoaumo
TOJIBKO HaJIA4He CIIOHTaHHBIX
ocuwursanuid. Korna momaercs ctumyi, To
TaKWe OCIIUISAIUU MCHSIOT CBOO (pasy Ha
orpejiesieHHoe (PMKCHPOBAaHHOE 3HAYCHHE
BHE 3aBHCHMOCTH OT TOro, Kakas (asa
cHUrHaja ObUIa JI0 IPebsBICHHUS CTUMYJIA.
ITocne yCpeIHEeHUs BCE
HECHHXPOHU3UPOBAHHbIC OCHMJIISIIH
yMeHbIIatTCsl, HO octaercs BII, koTopslii

Apyrum

OoTpaXkaet KpPaTKOBPEMEHHYIO
CHUHXPOHHU3AIHIO CIIOHTaHHBIX
OCIAJUISAIIAN.

HenaBHO ObUT NPEATIOKEH TAKXKE TPETHit
mexann3M renepanuu (Nikulin et al.,
2007). OH COCTOMT B TOM, 4YTO €CJIH
cpelnHee 3HAYCHHE CIIOHTAHHBIX PHTMOB
HE PaBHO HYJO, TO JIIO0As aMIUTUTYIHAs
MOJIYJSIIUSL  TaKUX PUTMOB  JIOJDKHA
npuBoauTh K reHepauuu BII. JlanHas

MOJENnb  IPEIojaraer, 4ro, Kpome
HETOCPENCTBEHHO OCLUUIUPYOLIEH
4acTH, HEWpOHANbHBIE PHUTMBI TaKKe
colepxaTr  IMOCTOSIHHBIM  KOMIIOHEHT,
KOTOPBII HM3MEHSAETCS] NMPONOPLHOHAIBHO
HM3MEHEHHIO aMIUIUTYbl PUTMA.

JlarHbIit apdexT  ObT  TOKazaH,
Harpumep, s anbda-purma. [lockonbky
AMIUIMTyJHasd MOAYJiAIHA O3TOro puTMa

4acTo COOTBETCTBYET B
IIPOCTPAHCTBEHHO-BPEMEHHOM
KOHTUHYyME reHepanuu BII,

MPEJICTABIISCTCS BIIOJIHE BO3MOKHBIM, UTO
MMCHHO JIWHAMUKa anb(da-puTMa MOXKET
OBITh TIPUYNHOM BO3HUKHOBECHHS
KOMIIOHEHOB BII, CBSI3aHHBIX c
KOTHUTHBHOH JEATEIFHOCTBIO (HAaIIpUMeD,
P300, CNV, readiness potential, N400).

B  macrosmiee  Bpemsl  CYIIECTBYET
HECKOJIBKO CHCTEM ISl PErucTpaluu
O0I'. Hanbosee nomyisipHbIMH B JIETCKUX
UCCIIeIOBaHUAX sBILIIOTCS NeuroScan u
EGI (Geodesic Sensor Net). Cucrema
NeuroScan Mo3BOJISIET HCIONB30BATh KaK
OJMHOYHBIE 3IIEKTPOJIBI, TaK u
ANEKTPOAHYIO [Iarnoyka (cap).
OIMHOYHBIE OJHOPA30BBIE  IJIEKTPOABI
OueHb  ymoOHbI  jiast  paboTel ¢
HOBOPOXJICHHBIMU MJIaJICHIIAMU OHHU
abCOIIOTHO IJIOCKHE, JIETKO
HAKIAJbIBAIOTCS W CHHMAKOTCS, HE
TpeOYIOT 3JEKTPOAHON MACTBl U HMEIOT
OYEeHb HU3KOE nepexoiHoe
comporuBienne (5 kOm). Opnako
HCTIOJIh30BaHUE Oonee 15-20
OJTHOPA30BBIX JIEKTPOIOB
HpeNCTaBIseTCs 3aTPyJHUTENIBHBIM, TaK
Kak nporecc MO3UIIMOHUPOBAHUS
3JIEKTPOIOB TpeOyer BPEMCHHU.
Onektponnas cerka (Geodesic Sensor
Net, EGI) mo3Bomnsier Hanoxuts 128 (256)
ANEKTPOJIOB 338 HECKOJIbKO MHHYT, YTO
Jeraet BO3MOXXHBIM NPOBE/ICHUE
UCCIICIOBAaHUI ~ HA  MOINBHXKHBIX  H
0OIPCTBYIOLIMX JETSX, H JeaTh 3alHCh C
OONBIIOr0  KOJHYECTBA  DJIIEKTPOJIOB.
Ot1MmeTHm, 910 MePeXoaHOE
COIPOTHBIICHHE 3JIEKTPOAOB B LEJIOM
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Puc. 1. Cucmema Geodesic Sensor
Net (EGI) uz 128 2nexmpo0os.

BBIIIIE, Ye€M  0OpPUd  HCIOJIb30BAHUH
OJTHOPA30BBIX AIIEKTPOAOB. DIIEKTPOIHAS
ceTka OOBIYHO XOpOIIO MEPEHOCUTCS
JeTbMH U HE TPUYUHIET UM HHKAKOTO
6ecrmokoticTBa (puc. 1).

[lpu cpaBHEHHHM JaHHBIX U3 Pa3HBIX
nabopaTopuid CIICIyeT OYCHb
BHUMATEIBHO OTHOCHTHCS K YCIIOBHSM
pEerucTpalyii, & MMEHHO: OTHOCHUTEIBHO
KaKoro pedepenTHoro JNEKTPOJA
(3MEKTPOIOB) OIICHUBAIOTCS AMIUTUTY B U
nareHTHOCTH. HeoOX0oanMo y4YUTHIBATH,

yto BII, 3aperucrpupoBaHHbIi  Ha
AKTHBHOM AIIEKTPO/IC, SIBIISIETCSI
Pa3HOCTBIO MOTEHIUAJIOB MEXIY
AKTHBHBIM U pe(ePEHTHBIM JICKTPOJIAMH.
B wunmeane pedepeHTHBI  3IEKTpPOA
JIOJDKEH ObITH pacrionoxeH Ha

SIEKTPUUECKU HEUTPATIbHON MO3UIUH, HO
npobieMa B COCTOUT TOM, YTO Ha TOJIOBE
HET DJJICKTPHUYECKH HEUTPAIBHBIX MECT.

3HauuT, IMOTCHIMAJ,
3apErUCTPUPOBAHHBIA MEXIY AaKTHBHBIM
INEKTPOJIOM u pedepeHTHbIM
3JIEKTPOJOM, Oyner OTpakaTb

JJICKTPUUYCCKYI0O AKTUBHOCTH Ha 000HX
anektponax. [losTomy uacro u3mepsoT
Pa3HOCTb NOTCHHHAJIOB MCXKAY JaHHBIM
JJIEKTPOJIOM U YCPECIHCHHBIM 3HAUYCHHECM
[OTEHIIMaJIa Ha BCEeX IIEKTPoAax (average

reference). OmHaKO TPU HEIOCTATOYHOM
KOJIMYECTBE 3JICKTPOJOB (DJIEKTPOIBI HE
MOKPBIBAIOT BCIO TOJIOBY) 3TO TOXKE MOXKET
MPUBECTH K  HCKAXCHUIO  CHUTHANA.
OnruManbHBIM pedepeHTHBIM
3JICKTPOJIOM Il HEOOJBIIIOTO KOJTHMYECTBA
AKTHBHBIX JJICKTPOIOB MPUHATO CUUTATh
anreOpanyeckyrd  CyMMy  JIEBOTO H
MPaBOr0 MACTOUIHBIX 3JICKTPOAOB. [lpu
3TOM HYXHO YYHTHIBATh, YTO MOTCHIHAI,
3apEerUCTPUPOBAHHBI HAa  MAaCTOUJIHBIX
ANIEKTPOJax, OyHeT CyMMHUPOBAThCS C
IIOTCHIIMAJIOM HA aKTHUBHBIX 3neKTp0)1ax nu
MOXET l'lpPIBO}II/ITb K I/ICKYCCTBCHHOMy
yBeJ’II/I‘[eHI/IIO NniIn yMeHI)H_IeHI/I}O
ammunTy st BIT.

Hpyroii BaXHbIA MOMEHT pEruCTpanuu —
3TO  MOJOCa  TPOMYCKaHUS  YacToT.
Hcnonb3oBaHne HEKOTOPBIX (PUIIBTPOB He
TOJILKO CIIOCOOHO MCKa3UTh aMILIUTYIy H
JJATCHTHOCTh KOMIIOHCHTOB, HO M MOXCT

J100aBUTh apTuduUIaTbHbIE
KOMIIOHEHTBI, KOTOPbIX He ObUI0 B
W3HavainpHOM 3ammcu (puc. 2). Ilo
BO3MOXHOCTH pEeKOMEHyeTCsI
UCIIONIb30BaTh ~ (PMJIBTPHI KAK  MOXHO

MEHBLIE U YYUTHIBATH, KAKOH peE3ysbTaT
S puv

CzW _

+5uVv

infant ERP filtered 1-30 Hz
infant ERP filtered 0.5-30Hz

Puc. 2. Hckaocenue ghopmor BIT
HOBOPOIICOEHHO20 6 OMBEMm HA
38VYKOBOU CINUMYJL NPU NOJOCE
nponyckanus 1-30 I'y (wepnas
JUHUSL).




METO/bI HCCJIEJOBAHUA

PAHHEI'O PA3BUTHA

E.B. Kymnuepenko

NI

108 -1an 08 208

Puc. 3. l'amma-ocyunnsayuu 6 omeem Ha HEKOHSPYIHMHBIU AYOUO-
BUBYATILHBILL PEUe6oll CIUMYIL: APMUKYAUPYeMoe «6ay» u nPOUSHOCUMOe «2a»
(cnesa). Pacnpedenenue ycpeonennou (20-40 I'y, 150-250 mc nocne nauana
ayouo cmumyna) oCyuIsiImopHol akmusHocmu (cnpasa). M3 Kushnerenko et
al, PNAS, 2008 © (2008) National Academy of Sciences, U.S.A.

MOXET UMETh HAJIOXKEHUE OIPEICIICHHOI
nostocsl nporryckanus (Luck 2005).

Hap;my C BBI3BAHHBIMH IIOTCHIIMAJIaMH, B

JNETCKUX  WCCICOOBAHUSIX  BCE  Yallle
AHAJIUBUPYIOT TaKXKeE BbI3BAHHBIC
(evoked, phase-locked) WIH

unaynuposanubsie (induced, not phase-
locked) ocmwusnuu (cM., Hampumep,
0030p Csibra, Kushnerenko and Grossman
2008). HauGonpmmii HHTEpEeC
TIPENICTABISIOT TaMMa-ocyuismn (20-80
I', game Bcero 40 I'm, puc. 3). Oto eme
OJlHa TPUYUHA BHUMATEILHO OTHOCUTHCS
K TI0JIOCE MPOIYCKAHHs YacTOT, OCOOCHHO
MPU PETUCTPALHH.
Cnyxoevie BIl 6  uccnedoseanuu
KOZHUMUBHO20 PA36UMUS

B wuccnenoBaHMsX paHHEro JIETCKOTO
pazutusi Meton BII mosb3yercs oco0oii
MOMYJIAPHOCTBIO, TaK KaK IO3BOJSIET
HpPOCIEINUTh CBSI3b MEXTY
HeﬁpoaHaTOMH‘leCKHMI/I U3MCHCHHUSIMHU B
HEpPBbIE ABa IO/l )KU3HU U CTAaHOBJICHUEM
BO)KHEHWIINX TICHXOJIOTHYECKUX (YHKIMH
pasBuTHEM  peud, abCTPaKTHOTO
MBIIIJICHUS, MIPUYNHHO-CIIEACTBEHHOMN
CBSI3M.

HaubGonee mmupoko wucnonbs3dyemsrii BII
MeTon, Tak  HaseiBaemas  oddball
napagurMa u €€ Bapuanuu, nNpeacTaBsICT

co00ll TOCIIe0BaTEILHOCTD OIMHAKOBBIX
MOBTOPSIIOLIMXCSI CTUMYJIOB (CTaH/IapTOB),
n3 KoTopsix 10-20% ciydaiteiM 00pazom
3aMEHEHBl Ha OTIMYAIOLIMHCS CTUMYII
(meBuanT). D1eKTPOPHU3NOTOT NIECKUH
OTBET Ha 3TO OTINMYME, M3BECTHBIH Kak
Mismatch  negativity, MMN (B
PYCCKOSI3BIYHOM JIUTEPATYPE
0003HauYEHHBIN Kak HeraruBHoCTb
PaccornacoBanus, HP), moxHO yBHIeTh
Ha Pa3sHOCTHON KpPUBOW NBYX OTBETOB —
BII B oTBeT Ha AeBHaHT 3a BelyeToM BII B
oTBeT Ha craHaapr. BosnukHoBenue HP
CBSI3aHO ¢ (POPMHUPOBAHHEM B CIyXOBOH
KOpe  pelpe3eHTaluu  CTUMyJa B
HeliporHO# cetm (neural representation,
memory trace) B  pe3ylabTaTe €ro
MOBTOPHOTO MPEABSIBICHUS u
MOCJIEAYIOIIETO  PACCOTIACOBAaHUSA ATOH
penpe3cHTaiui € HOBBIM CTUMYJIOM.
Teopus HP Bo MHOroM nepexkimvkaercs ¢
KOHIICTIIIMEeH HEpPBHON MOAEIM CTUMYIA,
pa3paboTaHHOI E.H. COKOIIOBBIM
(Cokonos, 1958). ITo Teopuu CoxoioBa,
HepBas MoJeNb CTHMyJa (dHrpaMma)
XpaHUT HHPOPMALIHIO 0 ero
xapakrepuctukax. JleiictBue = HOBOIO
CTHMYyJa BBI3BIBACT PACCOINIACOBAHHE C
CYILECTBYIOLIEH  HEPBHOM  MOJEJbIO
CTHMYJa, NPHUBOJA K OPHEHTHPOBOYHON
peakmuu. HP cama mo cebe He sBiseTcs

ANEKTPODUIUOIOTUUECKHM  KOPPEJSITOM
OPUEHTUPOBOYHOMN peakuuu
(npennonaraercs, YTO TaKOBBIM
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KOppEJsTOM SIBIISIeTCS KOMIOHEHT P3a
(Friedman, Cycowicz and Gaeta 2001),
TaKk KakK HeOOJIbIIMEe W HE3HAYMMBIC
W3MCHCHHS B OKpYXaromled cpene He
TpeOYIOT OPHUCHTHPOBOYHOW PEAKINH H
MPUBJICUCHYSI BHUMaHHA. TeM HE MCHee
KaKoe, Take HeOONbIIoe, aKyCTHIECKOe

HM3MEHEHHE ABTOMATHYECKU
peructpupyercss mozrom, u HP wmoxer
ObITh  3ammcaHa Jaxe Yy  CIMIIUX
MJI3/ICHIIEB, YTO AENAET 3TOT METO/ OYCHb
yIOOHBIM AJIsI MCCIEJOBaHUSA TOYHOCTH
CIIyXOBOTO pa3nuyeHus y
HOBOPO’KJICHHBIX. Opnako y

HOBOPOXJEHHbIX KoMIIOHEHT BII B oTBeT
Ha paccoryiacoBanue otriauvaercsa ot HP,
OIMCAaHHOM B  HCCICIOBAaHUAX  Ha
B3pocibIX. [loJIpHOCT, W JIATEHTHOCTH
OTBETa Ha PaccorjiacoBaHUE y HETel A0

roga 3aBUCHT oT napameTpoB
CTUMYJISILIMK, BO3pacta, a TaKKe OT
METOLOJIOTHYECKUX 0COOEHHOCTEN

perucTpali M aHaiM3a IOJIyYeHHbBIX
JaHHBIX (pedepeHTHBIN IEKTPO, 1M0JI0Cca
MPOIYCKAHUS YacTOT, CONPOTHBIICHHC
JJIEKTPOIOB).

Buepserle HP y HOBOpOXIEHHBIX ObLia

3apeructpupoBana KummMmo Anxo #
koieramu  (Alho et al.  1990a).
[ocnenyrommue paboThI

HPOAEMOHCTPHBAIN HAJIM4YHE INOJOOHOTO
oTBETa y JeTeH, POXKIEHHBIX
npexaespemenno (30-35 nwenens (Cheour-
Luhtanen et al. 1996). Onnako, B OTBET Ha
TE K€ CTUMYJIBI B Bo3pacte 4 MecsIeB
OBbLT 3aperiCTPUPOBAH HE HETaTHUBHBIM, a
no3uTHBHBIH KoMnoHeHT (Alho et al
1990Db). Takue Ke M3MCHCHUS
nossipaoctd BI1 B paHHEM HEOHATaIbHOM
nepuoje ObUIM OIMCAHBI B IPEABIAYLINX
HCCIICIOBAHUSAX B OTBET HA pEYEBBIC
crumysbl (Kurtzberg et al. 1984) u nozxe
OBLIM OTHECCHBI HA CUET Pa3HOM CKOPOCTH
CO3pEBaHMsI PA3IMYHBIX CJIOEB CIIyXOBOW
kopbl (Trainor et al. 2003). Takum
00pa3oM, B HAcCTOSIINH MOMEHT IPHHSATO
CUNTATh, YTO OOJyiee 3pesibiM OTBETOM Ha
paccoriiacoBaHue y MIaAeHIEB 10 4-x
MecsleB OylneT KOMIIOHSHT ITO3HTHBHOM

nossipuoctd  (Leppanen et al. 2004).
Crnegyer  OTMETUTh, 4YTO B psle
HCCIICIOBAaHUM, HCIOJB3YIOIUX OYEHb
OoubIIoit aKyCTUYECKUI KOHTPACT
[6ombmie 50% — Tonel 1000 m 2000 T'ix
(Morr et al. 2002) wmm TOH W
mmpoxkononocHeit myMm (Kushnerenko et
al. 2007)], ObUIH 3apeTUCTPUPOBAHBI KaK
MHUHAMYM JBa KOMITOHEHTA
paccoriacoBaHusl — paHHUM HETraTUBHBIN
KOMIIOHEHT U LIEHTPAJIbHBIA NO3UTUBHBIN
KOMIIOHEHT, 3a KOTOPBIM B HEKOTOPBIX
OKCIICPUMEHTAJIbHBIX CUTyaludax
CeoBaJ TAaKKe IO3IHUM HEraTUBHBIN
KOMIOHEHT (Bo3MokHO Nc). Tpyaso ¢
YBEPEHHOCTBIO CKa3aTh, YTO SBISIETCS

aHaJloraMM  3TUX  KOMIIOHEHTOB Y
B3pOCIBIX,  HO  IPEIIOJIOKUTEIBHO,
paHHUIl HEraTUBHBIA KOMIIOHEHT HE

sBisiercss anHagorom HP, Tak kak He
JIEMOHCTHPYET OJMHAKOBOHN 3aBHCHUMOCTH
OT YCIJIOBUI JKCIIEpPUMEHTa Yy JeTedl U y
B3pocibix (Kushnerenko et al. 2007), u
PETUCTPUPYETCS TOJBKO TMPH OOJIBIIOM

CHEKTPAIbHOM KOHTpAacTe.
[IpennonoxurensHo, paHHUI
HEeraTUBHBII KOMIIOHEHT y

HOBOPOX/ICHHBIX OTPa)kKaeT BOBJICUCHHUE B
OTBET JONOJHHUTENIBHBIX addepeHTOB B
oTBET Ha 0oyiee  IIMPOKOIOIOCHBIC
cTUMyIlibl.  BeposTHO Takke, dYTO B
TuGGepeHINAI0  JITKUX H TPYIHBIX

AKyCTHYECKUX KOHTPAacCTOB BOBJICUCHBI
pasubie mnpoueccel (He, Hotson and
Trainor 2007). JleiicTBUTEIBHO,
MMO3UTHUBHBIN KOMIIOHCHT
paccoriacoBaHus B OCHOBHOM
HaOMIOaNCS MPHU CIIOKHOM Pa3In4eHUH
[bonernyeckne konrpactel (Dehaene-
Lambertz and Gliga 2004), BerusieHeHHe
3aKOHOMEPHOCTH 3BYKOBOU

mocnenoBarenbHocTH (Ruusuvirta et al.
2004, Ruusuvirta et al. 2003)], B To Bpems
KaK pPAaHHUN HEraTUBHBI KOMIIOHEHT —
TONBKO TpPH OONBIINX CIEKTPaJIbHBIX
KOHTpacTax.

C YCTBEPTOTrO MCECdAlla KU3HU paHHI/Iﬁ

HEraTUBHBI KOMIIOHEHT MOXXET OBITh
3apernCTPUPOBAH B OTBET Ha HEOOJBIINE
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- white-noise deviant
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-auV

N i — novel

akyctnueckne koHTtpacTel (He, Hotson
and Trainor 2008), HO ero CBOWCTBa Bce
emie omimyarorcs or HP  B3pocnbix.
Haubomee wuacto y pmeret 1o Troxa
OMHCHIBAIOT  TO3UTHUBHBIA  KOMIIOHEHT
paccoriacoBaHus, IO XapaKTePUCTHKAM
Oonbiie HanomuHaromuit HP  B3pocibix
(Dehaene-Lambertz and Gliga 2004).
[To3uTuBHBII KOMIIOHEHT
paccoryiacoBaHusl 4acTo I€pPEeKphIBAETCS
BO BPEMEHH C HETaTUBHBIM, IPUYEM OJMH
W3 HHAX MOXET MAacKHpOBaTh APYroil B
3aBHCHAMOCTH OT WX AaMIUIATYABl W
nateHtHoctd  (Morr et al. 2002,
Kushnerenko et al. 2002b). Mapa Mopp u
KOJIJIETH MCCIIEOBATH HECKOJBKO TPYIII
JIETeH OT JIByX MECSIIEB JI0 YEThIPEX JIET U
MoKa3amu, KakK IOJSIPHOCTH  OTBETa
MEHSIETCS C BO3PAaCTOM B 3aBUCHMOCTH OT
TOro, KaKOi KOMIIOHEHT Mpeoliaaer.
Mexny 18 u 30 wmecsanamu IKU3HU
MO3UTHBHBIH KOMITOHEHT OBUI IPUMEpPHO
paBeH HEraTMBHOMY IO JIATEHTHOCTH H
aMILTUTYC u, TaKuM o0pazom,
pa3zHOCTHas KpuBas OblIa paBHA HYJIIO.

BaxHo mnom4yepkHyTh, YTO TOJBKO HpHU
WCIOJIb30BAaHUU  TAaKUX  CIIEKTPaJbHO
HACBIILEHHBIX CTUMYJIOB, KaK

© 800ms

Puc. 4. Bvizsanuvie nomenyuaivl
HOBOPOJICOEHHBIX (Cllesa) u
83pOCbIX (CNPABa) 8 Omeem Ha
MOHOBBII CIMUMYTL (CRIOWHAS
cepas uHUsL), Oenvlll uym
(npepuvleucmas 1uHUS) U HOBbIL
CMUMYn (CRAOWHAS YepHast
aunus). Obpamums 6HUMAaHUe HA
BHAYUMENLHYIO PA3HUYY 8
amnaumyoe omeemos Ha benvili
wym y oemetl U 83pOCabIX
(amnaumyoa omeema Ha
MOHANLHBIL CIMUMYJT
conocmaguma no geaudune). Mz
Kushnerenko et al., Eur J
Neurosci © (2007), Wiley-
Blackwell Publishing Ltd.

frequency deviant
white-noise standan

[IMPOKOIOJIOCHBIC HIYMBI, MbI MOIYYHIN
crabmipHyio ¢opmy BII orBera cpemn
HoBOpokIeHHbIX (Kushnerenko et al,
2007). Hame mpenpigymiee ucciaeIoBaHue
C UCIOJIb30BaHUEM FApPMOHHYECKUX TOHOB
B KAaueCTBE CTUMYJIOB MOKa3ayo, yto BII
JieTeil 10 rona oueHb BapualeNbHBI, YTO
ABJISICTCS MNpEIATCTBUEM JJIA ux
UCIIOJIb30BaHUsA B Ka4yeCTBEC
nmuarnoctuaeckoro Meroaa (Kushnerenko
et al. 2002b). Omnako, BII B orBer Ha

UIMPOKOIOJIOCHBIE CTHMYJIBI
IMOTEHIUAIBLHO MOTYT OBITH
WCIIOJB30BAaHbl IS  JUATHOCTHYECKHUX
neiaeii. B 2TOM  HCclIleqOBaHUM MBI
MMOKa3aIu TaKKe, 4YTO ocobas
9yBCTBUTEIBHOCTh K  CHEKTPAIbHOU
HACBIIIEHHOCTH CTUMYyJa  XapaKTepHa

TOJIBKO JUII HOBOPOXJEHHBIX — pa3HHIA
ammutyasl BIT B oTBeT Ha Oenblil ym u
TrapMOHMYECKUH TOH ObUIa 3HAYMTENHHO
Oosblie 1y1s AeTeld, 4eM s B3POCIbIX B
ONHOW M TOH K€ HKCIEPUMEHTAIBHOU
curyarmu (puc. 4). B o xe Bpems HP nHa
(oHe mTOBTOpsIOmErocs Oemoro Iryma

(cranmapTHBII CTHMYJI) ObLTa
oOHapyXeHa TOJIBKO Yy  B3POCIbIX,
HOBOPOJK/ICHHBIE HE MOTJIH
3aperuCTHPOBATH 'HOBH3HY'
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OTJINYAIOIIUXCA oT cTaHgapTa BbIACIAA CO6])ITI/I$[ C HaM6OJ’IbLLIel7[
IIMPOKOMNOJIOCHBIX IIyMOB. IHTepecHO BEPOATHOCTBIO KAk  3HAYMMbIE  JJIA
OTMCTHUTD, 4qTo HaIlum YACpKaHUuA B IaMATH. B »Toii cBsA3M
aneKTpodu3noIoTNIecKre JaHHBIE  TIPEJCTABISET MHTEpeC TaKxe
XOpOUIO CcOrNacyrTcs ¢ Teopueil o uccinepoBanue Tumo PyycyBupTel u
CHeUaNIM3allud MEPIENTUBHBIX CHCTEM kommer  (Ruusuvirta et al. 2004,
pebeHKa B TeUeHWE MEePBOTO Tojia KU3HU Ruusuvirta et al. 2003),
(perceptual narrowing) (Scott, Pascalis IPOAEMOHCTPHUPOBABIIEE,  YTO  MO3T

and Nelson 2007). Kak o6cyxnamochk
BBIIIIE, OpPHEHTHPOBOYHAS peakiust
HOBOPOX/ICHHOTO B TEPBYIO Ouepesib
BbI3BaHA HW3MEHEHHEM O0IIeil >Hepruu
CTMMyJla, B TO BpeMs Kak B Ipolecce
paSBI/lTl/I)I 60.]'1])]_]16 BHHUMaAHUA y[le_]'[ﬂeTCﬂ
HOBHM3HE CTHMYJIA.

Onna w3 BaxHBIX ocobennocreii HP
COCTOMT B TOM, YTO OHA PErUCTPUPYETCS
HE TOIBKO B OTBET HA HW3MEHEHHE
(u3MUECKUX XapaKTEPUCTHK CTHUMYJa, HO
U B OTBET Ha M3MEHEHHE OIpeaeTeHHON

3aKOHOMEPHOCTH, IPaBWIa, KOTOPOMY
MOTYHHSIETCS 3BYKOBast
nocrnenoBarenbHOCTh. Banecca Kappan u
koutern  (Carral et al.  2005)
OPOAEMOHCTPHPOBAJIH, 4TO
HOBOPOXKACHHBIE  TaKkKe  CIHOCOOHBI
OMpEIEIATh 3aKOHOMEPHOCTh B 3ByKOBOM
[OCJICI0BATEIIBHOCTH. B JaHHOM
HCCICIOBAaHUH  TOHAIBHBIC  CTHMYJIBI

HPENbSBISUINCE TapaMH, ¢ BEPOSTHOCTBIO
80% mapa ObIa  COCTaBlI€Ha TaKUM
00pa3oM, UTO 4acToTa MepBOro ToHa Oblia
HIDKE, yem 4acToTa BTOPOTO
(cTaHmapTHBIM CTHUMYIN), B OCTaJbHBIX
Cllydasx dYacToTa BTOpPOro ObUIa HIXKE
(meBmanTHBIA cTUMyn). B orBer Ha
JI€BUAHTHBIA CTHMYJ y HOBOPOXKJCHHBIX
ObUI  3aperdcTpPUpPOBaH  ITO3UTHBHBIH
KOMIIOHEHT PacCOTIaCOBaHUSL.

Kak Oynmer mokazaHo HWXe, 0JTa
CIOCOOHOCTh K  TaKk  Ha3bIBAEMOMY
«CTaTUCTHYECKOMY OOyudeHHIO» (statistic
learning) JeXHT B OCHOBE OBJIAJCHUS
peusto.  ['mmore3a  CTaTHCTHYECKOTO
OOyd4eHUs] TOIpa3yMeBaeT, 4YTO MO3T
ABTOMAaTHUYECKU aHaNIN3UPYeT
BEPOATHOCTH aKyCTHYECKHX COOBITHIA,
NPOUCXOMAIINX B OKpYXKalolled cpexe,

HOBOPOX/ICHHOTO 32 HECKOJIBKO MHHYT
HOBTOPHOTO IpeAbsBICHHU (HOPMHUPYET
MOJIETIb 3BYKOBOI'O CTHMYyJa M3 Tpex
[IapaMeTpoB — YacTOTa, IJIUTENBHOCTh W

MHTEHCUBHOCTb. Eciim B KauecTBe
JIeBUAHTa HPEIbIBISICS CTHUMYII,
OTJIMYHBIA XOTs OBl 10 OJHOMY W3 ITHX
[1apameTpos, Ha  BIl  ormeuancs
MO3UTUBHBIN KOMIIOHEHT
paccoriacoBaHHUs.

B nmocnenHee BpeMsi MOSBISIETCS  BCe
0oJIbIIIE HCCIe0BaHUI Ha
HOBOpO)K)]eHHI)IX C HNCIIOJIB30BAHUCM
Marautosredanorpapun  (MOI), rame
PErUCTPUpPYETCSI MAarHuTHAas
cocrapysromas BIT [(Sambeth et al. 2006,
Huotilainen et al. 2003). Bonee moapo6HO
0 MOI uccnenoBanmsx cMm. B 003ope A.H.
[IIectakoBO¥ 1 COaBT.].

3pumensuvie BIl 6 uccnedosanuu
eocnpuamus auy
OctpoTa 3peHus HOBOPOXICHHBIX

MO3BOJISIET UM pa3indaTh OOBEKTHI U JIUIA
HAa PACCTOSIHUM MPUMEPHO OJHOTO0 MeTpa
(Atkinson 2000), HO KapTHHA, KOTOPYIO
OHH BHIAT, OTJIMYAETCS OT TOTO, YTO
BUANM MEI (puc. 5). B mocnemnume romsi

0COOEHHO aKTHUBHO HCCICA0BAIOCH
BOCIIpUATHC HOBOPOXJICHHBIMU
YCJIOBCUCCKHUX JIAIIL. MCCJ’IC}IOB&HI/IG,

omy6mukoBanHoe B 1991 r., moaTBepamio
paHHHC HAOJIOJCHUS, COTJIACHO KOTOPHIM
HOBOPOXKIICHHEIC [¢ OOJIBIIIUM
MPeIIOYTeHIEM pearupyroT Ha
CXeMaTHYECKHUE JIAIE-TIONOOHBIE
narrepHbl (Johnson et al. 1991). ITarreps,
COJIep KAl BRICOKOKOHTPACTHBIE TISTHA,
COOTBETCTBYIOIIHE MIPUMEPHOMY
PACIIOJIOKEHHUIO TJIa3 W pTa, JOCTATOYCH
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Puc. 5. Jluyesvie cmumynl ¢ npsimbiyM 3pUMenbHbIM KOHMAKMOM U
0MEedeHHbIM 8321500M (Ce8a) U MU JHce CIMUMYTIbL, UMUmMUpylouue
uacmomuoe paspeuienue 3pUmesibHol CUCEMbl HOBOPONCOCHHO20 pebeHKd.
U3 Farroni et al, PNAS, 2002 © (2002) National Academy of Sciences,
US.A.

JUISL TOTO, YTOOBI TPHMBJICYH BHHUMAaHHC
HOBOPOXIEHHOTO (pHC. 6; CM. TaKKke
0030pel  Kushnerenko and Johnson in
press; Johnson 2005).

3T0 CBHIETEIBCTBYET B IOJB3Y TOTO, YTO
HOBOPOJK/ICHHBIC NPePaCIIONI0KEHBI
yIeNnATh 0co00e BHUMaHHE CTHUMYJIaM,
HaIlOMHHAIOIIUM auna. OnHako
CYILECTBYIOT u AJIbTEPHATHBHBIE
runore3pl. OpHa w3  HuUX  (“sensory
hypothesis”) 3axitouaercss B TOM, 4TO BCE
3pUTETIbHBIC HpeNIoYTeHUS
HOBOPOXXICHHBIX OCHOBAaHBI Ha
OTHOCHUTENBHOH  BHJMMOCTH  CTHMYJIA.
3puTenbHAs CHCTEMa HOBOPOXKICHHBIX
OrpaHUYCHA JHaIia30HOM HHU3KHX
MPOCTPAHCTBEHHBIX 4YacTOT, W  OBLIO
MPEANOJIOKEHO, YTO  HOBOPOXK/ICHHBIC
IPEeNIOYNTAIOT  CMOTpPEeTh Ha  JIMIA
UCKIIIOYHUTEIBHO NOTOMY, YTO aMIUIUTY.a
Pa3IMYHBIX  YacTOT O3THX  CTHMYJIOB
COBIIaAaeT c JHMAaIa30HOM
BOCIIPUUMYHMBOCTH 3PUTEJIBHOH CHCTEMBI
HOBOPOYK/ICHHOTO.

lpyras rumoTesa mpeanoyiaraeT, 4ro B
OCHOBE HPEATIOYTCHUS JIMLEBBIX
CTUMYJIOB JISKHT HECKOJBKO MPOIIECCOB:
HPEANOYTCHNE ACHMMETPUYHBIX
HAaTTEPHOB ¢ OONBIIMM KOJIHYECTBOM
neraneii B Bepxued uactu (Turati et al.
2002) wu 4yBCTBUTEIBHOCTH K (ha30BOMY

KOHTPACTy JIUIa B «HEraTHBE» He
TIPUBJICKAITN BHUMAaHUSI MabImen
(Farroni et al. 2005). Hanbonee BaXHBIM,
OJTHAKO, B BOCIIPHATHH JIHMI[ MaJbIIIaMH
SBISIETCSI HAJIWYHAE OTKPHITBIX TJa3 H
PSIMOTO 3PHUTEILHOTO KOHTaKTa.
Uccnenoanne Tepessl dapponu u
komer (Farroni et al. 2002) mokasaio,
YTO HOBOPOJKAEHHBIC B BO3pacTte 2-5 nHer
MPEANIOYUTAIOT CMOTPETh Ha JIMIO C
NPSIMBIM  3PUTENILHBIM KOHTAaKTOM (pHC.
5), & He Ha JIMIO C OTBE/ICHHBIM B3IJISIIOM.
DJeKTPOPHU3HOIOrHIECKOE HUCCIIeIOBAHIE
M0Ka3ajio, 4TO MPSMOM B3IJISAJ YCUIIMBAET
komnoHeHT N170 (puc. 7), W3BECTHBIN
KaKk JiMie-crenn(uueckuii  KOMIIOHEHT
BIT y B3pocnbix. Ammiuryna NI170 y
B3pocibix u aered (N290 anamor N170)
3HAQUMTEJIBHO  BHIIE B  OTBET Ha
3pUTENIFHOE TPEOBSBICHHE JIML, YeM
mo0eix apyrux crumyisos (Halit et al.
2004).

B rTeuenme mepBoro roja  KU3HH
JIATCHTHOCTD N170 YMEHBIIACTCS
npumepHo ¢ 350 mc (3 mecsaua) no 290 mc
(12 mecsues) (Halit, de Haan and Johnson
2003). MnTepecHO OTMETHThH, YTO K 12
MecsIlaM  aMIUIUTyJa JaeTckoro N290,
TaKXke, Kak | N170 B3poCIHBIX,
YBEIWYUBACTCS, €CIIH JIMIO TEPEBEPHYTO.
[Mpuuem, ostor >ddekr cneuuduyeH
TOJNBKO  JUII  YEJNOBEYECKHX  JIHII,
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Puc. 6. 'unomemuueckue o
ONMUMATIbHBIE CIMUMYTbL 015 1—
uccne008aHusi npeoOnoymeHUs TUYesbix
CMUMYI08 HOBOPOAHCOEHHBIMU. DMl ms
eunomemuieckue CMUMyJibl OCHOBAHbI -1
Ha pe3yIbmamax HecKOJIbKUX 2—
9IKCNEPUMEHMO8, OeMOHCIMUPYIOUSUX -3—

8AJICHOCMb OA30801L TUYEBOL
KOH@uUzypayuu, Koauyecmea
9IEMEHMO8 6 BepXHell Yacmu
cmuMyna, u 1uyeno0ooHbill hazoevitl
xoumpacm. U3 Johnson, 2005,
Macmillan Publishers Ltd: [Nature
Reviews Neuroscience], © (2005).

aMIUTATyJa  3TOTO  KOMIIOHGHTA  HE
U3MEHSICTCS  MPH  MaHHUMNYJAIHAX  C
munamu obe3psin (Halit et al. 2003, de
Haan, Pascalis and Johnson 2002). ¥V 3-x
U O-MecSYHbIX JeTell HHBEPTUPOBAHHUC
JHMIEBOrO CTHMYJIa TOXE HE BIHIO Ha
ammuntyay BIL.

Kpoccmooanvnan unmezpayus é pannem
onmozenese

Kak yxe ynmomMuHamoch, HOBOPOXKAECHHbIC

MJIQICHIBl  CIIOCOOHBI ~ MHTETPHPOBATH
ayIuo ¥ BU3YaJIbHYIH0 HH(MOPMALHIO
BeChMa  HEOOBIYHBIM  OOpazom  —

COTIOCTABIISISI CTAMYJIBI 110 HHTEHCUBHOCTH
(Lewkowicz and Turkewitz 1980). Takum
00pa3oM, BOCIPHUITHE YK€ C POXKIACHHS
nMeeT 3a4aTKU KPOCC-MOAAIbHOMI
uHTerpanuu. Ha qanHbIii MOMEHT AETCKHUX
HCCIICIOBaHUI c HCTIOJIb3BAHUEM
MYJIBTUMOJAIBHBIX CTHMYJIOB JOBOJIBHO
Majio. JIEBKOBHY U KOJIETH, HCIOJb3Ys
MTOBEICHYECKUE METONKH, TTOKA3aJIH, YTO

Puc. 7. BvizeanHvie nomenyuanvl 8
omeem Ha auyegvle CIMUMYIbL C
NPAMbBIM 3PUTNETbHBIM KOHMAKIMOM
(moacmas auHUs) U OMeedeHHbIM
632715100M (MOHKASL TUHUSL).
Obpamumbe HUMaHUe HA y8eludeHue
amMnaumyOvl 3pUMeNbHO20
xomnonenma N290 (ananoca N170 y
83DOCTIbIX) 8 OMEEM HA NPAMOU
spumenvHuill konmaxkm. M3 Farroni et
al, PNAS, 2002. © (2002) National
Academy of Sciences, U.S.A.

JOETH CIOCOOHBI K ayAHO-BU3YaIbHON
HHTEIPAllMd Ha OCHOBE BPEMCHHOMN
cuHXpoHu3anuu (temporal synchrony),
T.e. eciad COOBITHS B CIyXOBOH W
3pHTeJ’IbHOﬁ MOJAJIBHOCTH IIPOUCXOOAT
onHoBpeMeHHO (synchronous onset and
offset; Lewkowicz 1996; Lewkowicz and
Ghazanfar 2006).

K 7-mecsuHOMy BO3pacTy OETH HMEIOT
MOJJHOE MPEACTABICHHE O TOM, HTO
9MOIIMOHAIIBHOE BBIPAXKECHHUE JIUIA YacTO
COTIPOBOXKAETCS COOTBETCTBYIOLIEH
SMOLMOHANBHON MHTOHauuel. Vcnons3ys
metoz BII, Tobuac I'poccManH u Kosuieru
MOKa3aJli, YTO B OTBET HA PaJOCTHYIO
WHTOHAIIMIO B COYETAaHHH C CEPIUTHIM
ynoM (wm Haobopot) Ha BII Bo3Hukaer
KOMIIOHEHT, HanOosee 4acTo
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ACCOIMMPYEMBIH C peakield Ha HOBH3HY
M BOBJCUCHHEM BHUMAaHUA Yy JAeTeH —
HEraTUBHBIA IEHTPAIbHBIM KOMIIOHEHT
(Nc) (Grossmann, Striano and Friederici
20006).

Hame EKTPOPUZHOIOTHIECKOE
HCCIICIOBAHNE [I0KA3aJI0 TAKKe, YTO NETH
B BO3pacTe 5 MecAEeB BOCHPHHUMAIOT
peub Kak  ayJauo-BH3yallbHOE  IIEJIOe
(Kushnerenko et al. 2008). OcHoBbIBasiCh
Ha otkpeiTud MakI'epka u Max/loHanbna
[beHOMEH wW3BeCTHBIH B AaHTJIOA3BIYHOM
mureparype  kak  McGurk  illusion
(McGurk and MacDonald 1976)], wmbI

WCTIOJIB30BATIM ~ TaKWE K€ ayIuo W
BU3YyaJIbHBIC CTHMYJIBI, codeTaHue
KOTOPBIX TPHBENO K HIUIIO30PHOMY

BOCHpUATHIO (DOHEMBI, KOTOpasi He ObLia
NpE/ICTaBJICHA HU B 3PUTENbHOW, HHU B
CIIyXOBOH MOJIaJIbHOCTH. Tax,
UCTIBITYEMBIM TIPOUTPHIBAIN 3BYK «0a», B
TO BpeMs Kak Ha JKpaHE OHH BHUJCIH
APTUKYIISAIUI0, COOTBETCTBYIONIYIO 3BYKY

«ray. [pn 3TOM OOJIBIINHCTBY
ucneityeMbix (98% B3pocneix u 87%
JIeTeld) chphomaics 3BYK «ma». [lpu

00paTHOM coUYeTaHUH (BU3yallbHOE «0ay 1
ay/In0 «Ta») TOJIBKO IIOJIOBHHA B3POCIIBIX
«UHTETPUPOBANIa» 3TO  COYCTAHHE B
KOMOHWHAINIO «Oray. BoapmmucTBO
OCTAJIBHBIX CIIBIIIIAIIO «ray.
IIpoananu3upoBaB BU3yallbHbIE U AyAHO
CTUMYJIbI, MbI MpCaAI0JI0XNIN, 4To

HE MOXET OBITh

HEKOHT'PY3HTHBIM
ayuo 1o [IpUYUHE cBoei
«cnenupuIHOCTHY, a HUMEHHO:
ApTUKYJALUS, TPENINIECTBYIOMAs 3BYKY
«ba» (cxarue Ty0, puc. 8, cieBa) MOXKET
COOTBETCTBOBAaTh TOJNBKO TPEM 3BYKaM
(«6», «m», U «M»), B TO BpeMs Kak
ApTUKYJALUS, TPEIIICCTBYIOMIAs — «Tay
(oTkpeiTHE pTa, puc. &, cmpasa)
COOTBETCTBYET MHOTHUM TJIACHBIM H
cormacHeiM. M3 3TOrO Cnemyer, dTO
WLTIO30pHAsi MHTErpalysi NPOUCXOJIUT B
TOM CJy4ae, €CJIM BU3YAJIbHBIH CTUMYI
JIOBOJIBHO cinabo MpeACKa3bIBaeT
nocuenyromuil peueBoil 3Byk. Iloatomy
MBI TPEANOJIOKWIN, 4YTO, €CIH JIeTH
CHOCOOHBI ~ HMHTETPUPOBATH  pEUEBBIC
CTHMYJIBI KPOCC-MOJIAJIbHO, MBI TOTyYHM
JiBa BO3MOXKHBIX
anekTpodusuonoruueckux orsera: BII B
OTBET Ha BU3YAJIbHOE «Ta» M ayauo «0ax»
(mro30pHOE «ay) HE OJDKEH
ommuatbess o BII B orBer Ha ayauo-
BU3yaJIbHO KOHIPYJHTHBIE CTUMYJIBI «0a»
U «Tay», B TO BPeMs KaK HEKOHIPYIHTHBIN
BU3yaIbHBIH «0a» — ayquo «ra» MOXKeT
BBI3BATh PACCOINIACOBAHHE C OXHMJaHUEM
(expectation violation). ITo cyru, 3TOT *e
MEeXaHu3M JEeXUT B ocHoBe HP
TIOBTOPSIFOLIASICS I0CIIE0BATEIFHOCTD
CTHMYJIOB ¢dopmupyer «MOJIENb
Oyamymiero cruMyina», B TO BpeMs Kak

BU3yalbHOE  «0a»

UHTETPUPOBAHO  C

Puc. 8. Busyanvhvle cmumyivl, COOMEEMcmayiowue Ha4aibHOU
apmuKysyuu cio2os «bay (cresa) u «2ay (cnpasa). M3 Kushnerenko et al,
PNAS, 2008. © (2008) National Academy of Sciences, U.S.A.
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JICBHAHTHBI CTUMYIT BBI3BIBACT  TEUEHHE ATOrO IIpoLecca U Pe3yIbTaToM
paccoriacopaHue €ro C OXHIaeMbIM. B sBIIsfieTCSI KOMIOHEHT PaccOIIacoBaHUS.
Halem HCCJIICAOBAHHUHN MbI HE

UCIIOJIb30BaIN TpajuuMonHyio  JIpYroil  BakHBI  pesysbTaT - 3TOro

HnapagurMy paccorjlacOBaHMs, IJie OAMH
CTUMYJI HIpPEIbABISETCA C  BBICOKOU
BEPOSITHOCTBIO, & APYroil — ¢ Hu3Kou. B
JAaHHOM CJIydae MBI TECTHPOBAIM HE
KpPaTKOBPEMEHHBIE CIIEOBBIE IPOLECCHI

MaMsITH, c(OpMUPOBAHHBIC
HEIOCTPEICTBEHHO  MPEAIICCTBYIOIICH
aKyCTHYECKOi uHpopmaruei, a
JOJITOBPEMCHHBIC CJICAbI maMsTu -

pe3yJbTaT BCEro IPEIBIAYIIEro ONbITa
peoenka (cM. o HP B oTBeT Ha pedeBbie
CTUMYJBl ¥ O JIOJTOBPEMEHHBIX Clie/iax
namsatd B o03ope Ulreipoa FO.1O. n
[Myndepmronnepa @. B nanHOM COOpHUKE,
a Take B Pulvermuller and Shtyrov
2006). B nmaHHOM WHCCIIENOBAaHUN MBI
npenbsaisiin 4 Tuma  cTUMyJoB (2
KOHTPY?HTHBIX «0a» ®u «ra» u 2
HEKOHTPY3HTHBIX) c paBHOI
BEPOATHOCTLIO, OCHOBBIBasICh Ha
MNpEeANOChIJIKC, YTO TOJBLKO OJWH W3 HHUX
JIOJDKEH BOCIPUHHUMATHCS Kak
«HETPaBWIBHBII» CTUMYNl H BBI3BaTh
paccoriiacoBaHMe ~ MEXIy  BEAyILIUM
3PUTENBHBIM «0a» U MOCIEAYIOINM «Iay.
OKCrepUMeHTalIbHBIE pe3yIbTATHI
MIOATBEP IUITH Ty THIIOTE3Y -
MTO3UTHBHBIHA KOMIIOHEHT
paccoryiiacopaHusi, IO JIATGHTHOCTH |
pacnpeneseHuIo HaIlOMUHAIOIINH
KOMIIOHEHT  aHaioruuneli HP vy
B3POCIIBIX, OBLI 3apETUCTPUPOBAH TOJIBKO
B OTBET Ha «ra», cleaymolee 3a

BU3yanbHbIM  «0a»  (puc. 9). B
JIOTIOJIHEHHE, TOJIBKO B OTBET HAa 3TOT
CTUMYJ MPOHCXOTUIIO ycuieHue

aKTHBallMM B TI0JIOCE TraMMa-4acToT B
npe@pOHTAIEHON 00MacTH KOpHI (puc. 3).
Takum 00pa3oM, MOXKHO MPEANOTIOKHUTD,
YTO HE TOJIbKO aKyCTUYECKUE CTHUMYJIbI
MOryT (OpPMHUPOBATH MOJEIb OYAyILIEro
CTHMYJa, HO M BH3yajbHble. B nanHOM
cly4ae, BU3yalbHOE «0a», 1O Bcel
BUIUMOCTH, 3aIycKaer npotecc
00pabOTKK PEUYCBOrO CTHMYJIa «0a», B TO
BpeMsl Kak MPEAbSIBICHUE «Ta» HAPYIIAeT

uccnenoBanus: BII B orBer Ha apyroi
HEKOHIPY3>HTHBII ayIM0-BU3yaJIbHBIH
CTUMYJ, BOCIPHHUMAEMBIH B3POCIBIMU
KaK MJUTIO30PHOE «7a», HE OTIMYAINCh OT
BII Ha «HOpMaJbHBIE» KOHIPYIHTHBIE
cTUMynbl.  [IpennosoXuTenbHO,  3TOT
CTUMYJ BOCHpUHUMAJICA AC€TbMHU  KakK
«HOpMAaNbHBIM»  peueBOd  3ByK ¢
COOTBETCTBYIOLIEH ApTUKYJSLHUEH.
PezynbraTs! 3TOro HCCIIEI0BaHUS
MOJYEPKUBAIOT BAXKHOCTh  3PUTEIIBHOU
nHpopManmmu B OCBOGHHHM  DPEUH
peOeHKOM.

Pazeumue peuu
C MOMEHTa pOXKAEHUS  MIIAJACHIBI

JIEMOHCTPUPYIOT  TMPEINOYTCHUE  psda
CTHMYJIOB, OMOJIOTHYECKN 3HAYUMBIX JUISA

HUX:  3amax ¥  Trojoc  MarepH,
4eJOBeUeCKHe JIMIAa M 3BYKH PEYH.
HoBopoxaeHHbie HE TOJIBKO
NPEANOYNATAIOT 3BYKH PpEYd  JIPYTUM
3Bykam  (Vouloumanos and Werker
2007a), HO W JEMOHCTHPYIOT SIBHOE

npeanoyTeHue poaHoro s3bika (Moon,
Cooper and Fifer 1993). Haubonee
BEPOSITHO, YTO Y3HABaHWE POJHOM pedH
6azupyercs Ha OTIpEICTICHHBIX
PUTMHYECKHX HaTTepHax. Bruto
MIOKa3aHo, HalpuMep, 4YTo (paHITy3CKHE
MJIaICHLbl MOTYT OTJIMYaTh AHIJIMHCKUN
S3BIK OT SAIMOHCKOTO, HO HE OT HEMEIIKOT O,
KOTOPbI PUTMHUYECKH Oojee IOX0X Ha
anrmumiickuit  (Nazzi, Bertoncini and
Mehler 1998). Purmunueckue mnaTTepHbI

pedd HE COXPAHAIOTCS, KOrJa pedb
npourpeiBactes Hazan (backward speech).
Hcnons3ys napajurmy
rabutyarun/mucraburyamun ~ Pamyc
KOJUIETH  IIOKa3ald, dYTO  MIIaJEHI[BI
OTIMYAIOT  TOJUIAHACKUHA  SI3BIK  OT
SIIOHCKOTO, HO TOJBKO eci

TPEIUTOKEHUS TIPOUTPHIBAIIMCH BIIEPE, HO
me Hazam (Ramus et al. 2000).
OCHOBbIBaHCb Ha DOTHUX JaHHBIX, MOXKHO
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+6 vV
— VbAD
— VbAg
— VgAb
VgAg 0

F3

+5 uV

L4

VbAg minus Vghg

-

Puc. 9. Bvizsannvle nomenyuanbl 8 Omeem Ha KOHeSPyIHmHble («6a» — CUHA
JUHUSL, «2a» - 207Y0as) U HEKOHZSPYIHMHbLE AYOUO-GU3YATbHbIE CHIUMYIIbL
(8uzyanvroe «2a» - ayouo «bay - 3enenasn JUHUs, U3YaiIbHoe «0a» - ayouo
«ea» - Kpacuas). Beidenennas cepvim ysemom obaacms coomeemcmeyem
BDEMEHHOMY UHMEPBANLY, 20e OMBem HA 6U3YAIbHoe «6a» - ayouo «2a»
SHAYUMO OMJULAACA OM 8ceX ocmanbHulx omeemos (290-590 mc om nauana
npedvseienus ayouo cmumyna). Obpamums GHUMAaHue Ha 21eKmpoodvl F4 u
T4, 20e cosue BII mensiem noispHocms ¢ nO3uMusHoOU Ha HezamusHylo. M3
Kushnerenko et al, PNAS, 2008 © (2008) National Academy of Sciences,

US.A.
NIPEIOTIO0KUTb, 4TO MJIaI€HIIBI
Hay4aloTCs  pa3inyaTh  PUTMHUYECKHUC
MaTTepHBl  yXE  BHYTPUYTPOOHO, W

NPEATIOYTEHUE POJHOTO A3BIKA TAaKXKE

(dopmupyercs B pe3yJibrare
BHYTPHYTPOOHOTO OITBITA.
JlelicTBUTENBHO, B TEYEHHUE IOCIEIHETO

TpuMecTpa OEpeMEHHOCTH PEOCHOK YiKe
MOXET CJBILATh TOJOC MaTepH, XOTS U
MPUTITYIIEHHO, NPEUMYIIECTBEHHO HU3KO-
YaCTOTHYIO COCTapisitolnyt. Mcexons u3
HCCIICIOBAHUN HA JKUBOTHBIX, BO3MOXHO
MPEMONIOKHUTb,  YTO  MEJOAUYCCKUi

KOHTYp  POIHOTO  s3bIKA  MOXET
JOCTaTOYHO  YETKO  paclo3HaBaTHCS
BHYTpuyTpoOHO (Armitage, Baldwin and
Vince 1980, Griffiths et al. 1994).
OnHaKo, HMHTPHUTYIOLIUM SIBJISETCS TOT
(akT, 4TO MIIaJICHIIBI HECKOJIBKUX JAHEH OT
POy CIIOCOOHBI 3aMeyaTh TaKKe TOHKHUE
(oneTnueckue paznuuus MEXILY
IJacHbIMU M cornacHeiMu (Moon, Bever
and Fifer 1992, Dehaene-Lambertz and
Pena 2001a, Bertoncini et al. 1987), xots
nomo0Has CrieKTpaibHas HHPOPMAIHs HE
JIOCTyIHa BHYTpHyTpoOHO. bomee Toro,
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HEJAaBHO OBLIO MOKa3aHo, 4TO
HOBOpO)K)IeHH])Ie MOFyT OTJINYaTh pe‘u) oT

HEPECUYECBLIX CTUMYJIOB TOJIBKO npu
HAJTNYUH BBICOKOYACTOTHOU
cocrapsiromien  (Vouloumanos — and

Werker 2007b). Yactotsl Beime 500 I'n
MIPAKTHYECKH He JOCTYITHBI
BHYTPHYTpPOOHO, TeM HE MEHee, Korua
OBLT HAJIOKEH COOTBETCTBYIOIIUN (PIIIBTP
Ha peueBble CTUMYJIBI, YTOOBI ClleNaTh UX

MOXOXKUMH Ha TO, 4YTO pPEOCHOK
HPEIIIOI0XKUTEIIEHO CIIBIILIUT
BHYTPUYTPOOHO, MIIICHIBI IEPecTalu

OTJIM4aTb pPCUYCBBIC 3BYKHM OT OT WUX
TOHOBBIX aHAJIOT'OB.

Takum 00pa3oM, NPEANOYTCHUE 3BYKOB
peyd APYTUM aKyCTHYECTHM CHTHajaM
Bpax Ju (QopMupyeTcss HCKIIOYUTEIBHO
BHyTpuyTpoOHO. Ilo Bceit BepostHOCTH,
MAaJIBILINA 00nanaT YHUKaJIbHOU
CIIOCOOHOCTBIO OYEHb OBICTPO Hay4aThCsl
PAacIo3HaBaTh peueBble CHUTHAJIBI.
[Ipeamnonaraercs, 4T0 B OCHOBE 3TOTO
JIKUT MEXaHU3M «CTATHCTUYCCKOTO» UITH
BEPOSITHOCTHOTO  0OyueHust  (statistical
learning): MO3T ABTOMATHUYCCKU
AQHAM3UPYET BEPOSTHOCTH aKyCTHYCCKHX
COOBITHI M HACTpanBaeTCsl Ha BOCIIPUATHE
Hanbosee BePOSTHBIX.

[IpennonoxurensHo, TaKk JIeTH
Hay4daloTcsl BBLICISITH OT/ACNBHBIC CIIOBA
U3 CIUIOIIHOTO I0TOKa pedd. J[KeHHH
Cabdppan u komtern «oOydamm» 8-
MECSTYHBIX JETeH B TEYCHHE 2-X MHHYT
BBEIWICHATH  «CIIOBa» W3  CIUIOIIHOTO
TTOTOKA CIJIOTOB, HaTpuMep,
«OnmaKkynaroTUronadyonmaKy».

EnuncreenHoi MOJCKAa3KOM IS
MaJIbllieii OBUIO TO, YTO BEPOSITHOCTH
nepexoja OT OJHOTO ciora K JIpyromy B
OJIHUX CJIydYasx Obuia paBHa 1 (Hampumep,
nocse «Ow» BCeraa CIIEOBAJIO0 «Ia»), a B
apyrux ciaydasx 0.33. Ilocnenyromee
TECTUPOBAaHHE  IIOKA3aJ0, YTO JETH
BOCIIPUHIMAIOT «OHMIa» KaKk 3HAKOMOE
coueTaHue («CIOBO») YyXe depe3 2
MUHYTHI TIOCJIC Hadalga «OOYyJICHHUS

(Saffran 2001, Saffran, Aslin and Newport
1996).

DTOT K€ MEXaHM3M, 10 BCEH BHAUMOCTH,

JSKAT B OCHOBE  (DOHETHUCCKOU
HaCTPOMKHU Ha poaHoin SI3BIK.
ITomyronosansie MaJlbIIIN MOTYT
pas3nuuarhb MIPaKTHYECKU BCE

WHOCTPaHHbIE KOHTPACTBI, HO TEPSIOT ITY
CIOCOOHOCTh K KOHIy TIIEPBOr0 roja
xu3nu. Ilatpucus Kyn npeamnomoxuna,
YTO B OCHOBE 3TOrO SIBJICHUS JICHKHT
«neural commitment», Ha30BEM 3TO IIO-
PYCCKH «HACTPOWKOI MO3ra» Ha HauOoJjee

YacTO BCTPEYAIOIIMEeCS B  S3BIKOBOM
okpyxxeaun  Gorembr (Kuhl  2004).
Yacrora BCTPEYAEMOCTH peyeBBIX

3JIEMEHTOB HamOoJiee HU3Kas Ha TPaHUIlC
MEXIy KaTeropusMu. Korma omnoit
rpymme  Aeteil  Jamd  IpOCIyIIaTh
MOCJICIOBATEILHOCTh CJIOTOB «1ay,
MOCTCIICHHO IICPEXOMAIIMA B «Tay, C
MaKCUMaJIbHOM 4YacTOTON BCTPEUaEeMOCTH
B  ICHTpe KOHTHHyyma  (DJIEMCHTA
CPETHETO MEKAY «JIa» U «Tay), MAJBIIIH
HE CMOTJM BO BpEMs IOCICAYIOIIETO
TECTa OTJIMYHUTE OTH «Ja» U «Ta» APYT OT
Jpyra. Hpyroii rpynmne Jerel
MPEIBSBISUIA T€ K€ CIOTH, HO C IBYMS
MaKCHUMyMaMH paclpeleleHus] Ha IBYX
KOHIIaX  KOHTHHyyMma (OumopmanpHOE
pacmpeneneHnue), OIWH COOTBETCTBOBAI
CIOTY «ZIa», OPyroil — «ra». Majblum
OBUTH CIIOCOOHBI OTJIMYHMTH ATH JBa CJIOra
JIpyr OT Jpyra yxe dYepe3 2 MHUHYTHI
«craTucTuieckoro oOyuenms» (Maye,
Werker and Gerken 2002).

Panee yxe ymoMMHaIOCH O TOM, 4TO

IETPOPUHOIOTHICCKAE  HCCIICIOBAHMS
MPOJEMOHCTPHPOBAIH, YTO MO3[L JIaKe
HOBOPOXJICHHOT'O pebenka
ABTOMAaTU4YCCKU IMPOCUYUTHIBACT

3aKOHOMEPHOCTH, KOTOPLIM IMOAUYUHAKOTCA
3BYKU B 3ByKOBOI7[ IOCJICA0OBATCIIbHOCTHU

(dbeHOMEH, MOJIyYUBILN Ha3BaHUE
GIPUMUTUBHBI  MHTEIUIEKT  CIYyXOBOMU
cuctembl», Naidtdnen et al. 2001).
[lo3uTuBHBIM KOMITOHEHT

paccoriacoBaHus ObLT 3apETHCTPUPOBAH Y
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HOBOPOJK/ICHHBIX B OTBET HA HAPYIICHHE
3aKOHOMEPHOCTH «IEPBBIA TOH B Hape
uMeeT 0Oojiee HHM3KYI0 4YacToTy, 4YeM
Bropoit» (Carral et al. 2005). Baxno

TaKxKe YIOMSHYTh HCCIIEIOBAHUE
JxucimH Hexan-Jlambep,
MIPO/IEMOHCTPUPOBABIIICE, 4TO
[IO3UTUBHBII KOMIIOHEHT
paccoriiaccoBaHust MOXET OBITH
3apEerHUCTPUPOBAH Yy  HOBOPOIXK/ICHHBIX,
Jake Korja ciord  («ma» W «Tay)

TPOM3HOCHITUCh HECKOJIBKHMH Pa3HbIMH
ronocamu (Dehaene-Lambertz and Pena
2001b). 210 HCCIICIOBAHHE
CBUACTCIILCTBYECT O TOM, 4YTO MJIAACHIIBI

CIIOCOOHBI ~ KaTeropu3upoBaTh pedEBbIC
CTHMYJIBI OHTOT€HETUYECKU OYEHb PaHo U
4TO MO3UTUBHBIN KOMIIOHEHT
paccoryiiacoBaHusi B JaHHOM  CiIydae
OTpaXaeT HE TOJbKO pasnuuue B
(u3nuecKUX CBOMCTBAX AaKyCTHYECKHX
CHUTHAJIOB.

dnexkmpoguzuonozuueckue Koppenamol
ROCHIHAMATILHOZ0 PA3GUMUSA MO320

IlepBele nBa roma >ku3HM peOeHKa —
NEPUON Hanbosee HMHTEHCUBHOI'O
pasButust Mo3ra. K KoHIly mepBoro roaa
JKH3HU 00bEM MO3ra YBEJIMYMBACTCS B TPH
pa3a, a K KOHI[y BTOPOTO I'0/la COCTaBJIsSIET

80% or oObemMa MoO3ra B3pOCIIOrO
yenmoBeka.  [lapainensHO  TPOMCXOIMT
pa3BUTHE HEHPOHOB, nporecc
CUHAIITOTCHE3a, BETBIICHHUE JCHIPUTOB,

MHUEITMHN3aMsT aKkCOHOB. CHHaANTHYeCcKas
IUIOTHOCT B KOpE TOJIOBHOTO MO3ra y
HOBOPOXK/ICHHOTO  INPUMEPHO  paBHA
TaKOBOIl y B3pOCIOro, HO B TEUCHHUE
HEPBBIX MECALEB JKM3HH 3HAYUTEIHHO
BO3PACTaeT, AOCTUras MaKCHMyMa, [OCIe
4Yero B TEUYEHHE HECKOJbKHX  JIeT
IIOCTENIEHHO CHIDKAaeTCcs B pe3yibTare
NMMHHAIMY CHHANTHYECKUX KOHTAKTOB
(synaptic pruning) (Huttenlocher 1979,

Huttenlocher 1984, Huttenlocher and
Dabholkar 1997). B oaroit  cBs3m
HHTEPECHO OTMETHTH HEKOTOPHIE

koppessiuuun Mexay BII u nepuogamu
CHHANTOTCHE3a B pPa3IUYHBIX O0JacCTsIX

KODBIL. CornacHo HCCIIEIOBAaHUSIM
Huttenlocher u xomer, MakcuMaibHas
CHHaAIITU4YCCKadA IIIOTHOCTH B CHyXOBOﬁ
KOpE JOCTHracTCs y HOBOPOXKICHHBIX K
TpeM MecsllaM, B 3PUTCILHOW KOpe — K
IIECTH, @ BO ()POHTAIBHBIX 00JACTAX — B
mepuox OT JABYX JO IIeCTH  JIeT
(Huttenlocher 1979, Huttenlocher 1984,
Huttenlocher and Dabholkar 1997).
UccnenoBanus pazsurus 3putenbHbix BII
B TEPBBIA TOJ KHU3HH IIOKa3ajH, dYTO
MakCHMallpHas ~ aMJIUTyAa  JIeTCKOTO
aHajora P2 pocturaercs k 6 Mecsuam
JKU3HH, 3aTCM HAYUHACT YMCHbLIIATBLCA.
Haiun aneKTpodu3noIornIecKe
WCCIIC/IOBAHMS TOKA3aIM  HaUOOJBIIYIO
aMIUIUTYAY CILyXOBOI'O P2 y
TpexmecstunbIx aerei (Kushnerenko et al.
2002a), B COOTBETCTBHH C TIEPUOIIOM
MaKCHUMaJIbHOM CHHANTHYECKOU
IUIOTHOCTH B CiIyXoBod Kope. Kyme u
KOJJIETH OTMETHIIM TaKkKe KOPPEIALUI0
MEXJy CHHANTHYECKOH IIOTHOCTBIO BO
(poHTATBHONM O0JACTH H  aMJIUTYIOU
HEraTUBHOI'0 LCHTPAJIBHOI'O0 KOMIIOHCHTA
(Nc) (Courchesne 1990), xoTopblii, Kak
cunTaeTCH, oTpaxkaeT BOBJICUCHUE
HETPOHU3BOJIHHOTO (aBTOMaTH4ECKOIO)
BHUMAaHHUS U OIICHKY HOBU3HBI CTHMYJIA.

31ech WHTEPEeCHO INPOBECTH Iapajuiein
MEXIy  JIUMHHAIUEH  M30BITOYHBIX
CHUHAIICOB B KOpPE TOJIOBHOI'O MO3ra,
«HACTpOIKOH MO3ra» (neural
commitment, Kuhl, 2004) u
NeplUenTUBHON crieruan3alnmuen
(perceptual narrowing, Scott et al. 2007).
Ilo Bcell  BeposTHOCTH,  HpolEcC
CIeTMATH3alii HACTPAaNBACT HEHPOHHBIC
CeTH Ha BOCIPHATHEC OMpPEICICHHBIX
CTUMYJIOB, W HEBOBJIICYCHHBIE B 3TOT
mporiecc CHHAIICHI BITOCTICICTBUH
n3ye3aroT. Kak ObUIO OTMEYEHO BEHIIIIE,
ANIEKTPO(U3NOJIOTMUSCKIE  OTBETHl  HA
LIUPOKOIIOJIOCHBIE CTUMYJIBI y
HOBOPOX/JICHHBIX TaKXKeE 3HAYUTCIBHO
MIPEBOCXOAT o aMIUTUTyAe BII
B3pocieix (Kushnerenko et al. 2007), mo
BCCH BEPOSATHOCTH, BOBIICKAas B OTBET
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ropaszio 00Jibllice KOJINYECTBO HEHPOHOB,
yeM He0OXOIUMO.

3akaouenne. KiroueBble MOMEHTHI
pa3BuTusl pedeHKa B MNepPBbId rojg
JKM3HHU H aJIbTePHATHBHbIE TEOPHUHU

[MogBOAsI UTOTH, HYXHO OTMETHTBH, YTO
MIIQJICHIIBI ~ HEpBOrO  roja  JKH3HU
001aa10T YHUKAIIBHBIM CIIOCOOHOCTAMU K
oOy4enuro. Kak oOcyxnanoch Bbllie, B

TEUYEHHE  HECKOJBKHX  4YacoB  IIOCIE
POXKIECHUST HOBOPOXKJICHHBIE CIOCOOHBI
OTIMYaTh TIOJIOC MaTepd OT TroJoca

nocroponHei >xeHmuHbl (DeCasper and
Fifer 1980) u oTnuuarh pogHOW SI3BIK OT
Hepogaoro (Moon et al.  1993).
Bynymanoc u Bepkep (Vouloumanos and
Werker 2007b) mnpeArmonoXuwim, dTo
paHHee M30MpaTeNnbHOE IMPEANOYTEHHE K
peueBbIM  CTUMyJaM  MOXET  OBITh
BPOKIEHHBIM. Bo3morkHo "
aNIbTCPHATHBHOC  OOBSCHCHUE. Tak,
CYIIECTBYIOT JIaHHBIE,
CBUACTCIILCTBYIONIUEC (6] MOBLIIIIEHHON
CIOCOOHOCTH K OOyYCHHIO MJIaJicHIIA B
MIEpBBIE Yachl IIOCIIE POXKICHUSI.

Bapenau u Kojulerd IMoOKas3aid, 4YTO B
TEUeHHEe IIepBOr0 4Yaca I[OCje pPOJIOB
MUJIQJICHIIBI 3alIOMHHAIN 3araX, KOTOPBI
6])1.]'[ NpEABbABICH MM HCCICA0BATCIAMU
(Varendi et al, 2002). Psn uccnenoBanuit
TaKKe JIEMOHCTPUPYET HEOOBIYHO
OBICTPYIO CHIOCOOHOCTH HOBOPOXKJICHHOTO
OTIIMYATh 3amax MaTePUHCKOH TpyAH OT
3amaxa gy>xoii skeHmuHb! (Varendi, Porter
and Winberg 1994, Varendi and Porter

2001). DOrto ObIcTpoe OIB(AKTOPHOE
o0yueHue HPEIIOJIOKUTEITEHO
00YCIIOBIICHO BBICOKUM YpOBHEM
KaTeXOJIaMHHOB, B YaCTHOCTH
HOpaJIpeHalnHa, KOTOpBIH XapakTepeH

JUId  aJanTUBHOIO «POJOBOIO CTpecca
HOBOPOXXKIEHHBIX» M YyIEPKHUBACICA B
TEYCHUE IIPUMEPHO [BYX 4YacOB IIOCIE
POXIEHNUS.

HexoTopble aBTOpHI IOJIAaratoT, 4TO TaKoe
OpicTpoe  oOydeHHe  HalleleHO  Ha

y3HaBaHHE MaTepd U Ha (OPMUPOBAHUE
MPUBS3aHHOCTH, WK CBs3H, (attachment,
bonding) Mexay MaTepbio M PEOCHKOM.
Posnb KOHTaKTa ¢ MaTEphIO B TEUEHUE ATUX
MEpPBBIX JIByX YacoB IIOCIE POXKACHHS
Obuta HarJsIIHO NPOJEMOHCTPHPOBAHA B
HCCIIEIOBAaHUSAX bBBICTpOBOM M KOJIJIET
(Bystrova 2008, Bystrova et al. 2003).
Pesynbprarel HMccnenoBaHUM — IOKa3ald,
41O HOBOPOXJICHHBIE, MMEBIINE
[I0JIyTOPa4acoOBOM TEJIECHBIM KOHTAKT C
Marepbio cpasy mnocie poaoB (skin-to-skin
contact), obICTpee MIPEOI0JICBAIIN
HEraTuBHBIC I10CJaIeACTBHUA «poaoBOI0
cTpecca HOBOpPOXKAEHHBIX» (Bystrova et
al. 2003). DOtu ke OeTH B TrOJIOBAaJIOM
BO3pacTe IMPOAEMOHCTPHPOBAIM Oojee
BBICOKMH ypOBEHb CaMOpEryJisiliud B
YCIOBUSIX ~ CTPYKTYPUPOBAaHHOM  UIpHI
(Mozenmp  «JIeTKOTO  cTpeccay) 1o
CPaBHEHHUIO C JIETbMH, Pa3Iy4eHHbIMH C
MX ~ MaTepsMH  TOCIE  POXKACHHUSL.
WurtepecHo, 4YTO, €Clii HOBOPOXKICHHBIX
pasilydajau ¢ HMX MaTepsiMH Bcero Ha 2
yaca, a TIOTOM BOCCOCIMHSUIM  JUIsi
JIANTIbHEHILIEr0 COBMECTHOTO MpPEObIBAHUS
B OJHOW  mamare, YpOBEHb  HX
CaMOpEeTYJSIIMU B ONUH TOJ OBUI TaKUM
Ke, Kak y JeTeH, CoaepKaBIIMXCS
pa3elibHO C X MATePSIMH B TEUCHUE BCEX
JHel mpeObIBaHUS B POAMIBHOM JIOME.
OTH JaHHbIC TMO3BOJIAIOT TOBOPUTH O
HAJIMYUM Yy  HOBOPOXKJIEHHBIX  TaK
Ha3bIBAEMOTO «CEHCUTHBHOTO IEPUOA»,
3a BpeMsi KOTOpPOTo, B Cliydae TEIeCHOTo
KOHTaKTa C  MaTepblo,  JIAIOIIEro
MaKCUMAaJIbHYH0 CEHCOPHYIO0 CTUMYJIALINIO,
MMPOUCXOAUT CTAaHOBJICHUEC ONTHUMAaJIbLHOM
MOCTHATAJIBHOW CaMOperyJisIIuu peOeHKa,
a BO3MOXHO, M Jpyrux ero ¢ynkuumii. B
TO K€ BpeMsl CIEIyeT OTMETHTh, 4YTO
CCHCUTUBHBII Tmepuoji y pebeHka He
SIBISIETCSI  KPUTHYECKAM. OJTO O03HAYAET,
YTO MPU OTCYTCTBHHU TEJIECHOTO KOHTAKTa
Marepu ¢ peOEHKOM B MEpPBBIE Yachl MOCIIE

POXKICHUS  CYIIECTBYET  BO3MOXKHOCTb
HaBEPCTHIBAHUS YIYIIEHHOTO B
HOCJIEAYIOIEM c MOMOUIBIO

MOBTOPSIOLIEHCSA CEeHCOPHON CTUMYJISAIIMHU.
OnHako 3TOT mpouecc TpedyeT ropasuo
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Oonbmiero BpemeHu u ycwiuii (Bystrova
2008).

B Tedenne nepBoro roja KU3HHU MIUPOKHUE
MMOTEHIMAJIbHBIE BO3MOKHOCTH peOCHKa K

BOCTIPHUSITHIO nHpOpMAIHN
OTPaHUYHMBAIOTCS «IEePUETITUBHON
crenraan3amuen» (“perceptual

narrowing’ (Pascalis, de Haan and Nelson
2002, Lewkowicz and Ghazanfar 2006,
Scott et al. 2007)). Kak yka3siBajgoch
BBIIIIC, CHavajga pPeOCHOK pearupyer
NpPaKTUYeCKd Ha JH000e H3MEHEHHE BO
BHEIIHEH cpene, ¢ IPHOOPETCHUEM OITBbITA
ero peakiMi CTaHOBATCS Bce Oojee U
Ooee M30UpaTEITHHBIMU.

MuasieHpl 70 [OJIYrojia  CHOCOOHBI
pasnu4aTh MIPaKTUYECKH BCE
(dhoneTuueckue KOHTPACTHI, 4acTo
HEpa3IMYUMBIC JIIS  B3POCHBIX  (Tak,

HarpuMep, aHTJIOTOBOPSIIME B3pOCIbIC HE
CIIOCOOHBI  YJIOBHUTH DPa3iIMuMe MEXKIY
donemamu /Ta/ m /ta/ B s3BIKE XWHAU
(Werker and Tees 1984b, Werker and
Tees 1984a), a HocuWTen:n SMOHCKOTO
A3bIKa HE JeNAI0T PAsHHUIBl  MEXTY
3Bykamu /p/ u /n/ (Kuhl et al. 2006), B T0
BpeMs Kak IIOJyroJOBajble MajbIIIH
pa3iMyuaroT 3TH KOHTPACTHI C JIETKOCTBIO.
OjHaKO K KOHIy IEpBOTO Toja >KU3HU
MJIJICHIIBI TEPSIOT 3Ty 3aMeyarelbHYIo
CIIOCOOHOCTB: BOCIIPUSITHE POJJHOTO SI3bIKA
MPOJIOJKAET COBEPIICHCTBOBATHCSA, B TO
BpeMsi Kak (oHeTndeckas HH(pOpMAIs,
HE NPUCYTCTBYIOIIAs B OKPYXXaromiei
cpene, tepsier cBoe 3HadeHwe (Kuhl
2004). IIpumedarenbHO, 4YTO OBICTpOE
yracasue CHOCOOHOCTH ~ pa3ynyarh
MHOCTpPaHHbIC (HOHETHUYECKHE KOHTPACTHI
MO’KHO INOBEPHYTH BCIIATH, IIPOBEAA BCETO
12 ceaHcoB ¢ 9-MeCSYHBIMU JI€THMHU.
[Marpucust Kyn 1 xosuiers npenocraBuiu
AQHIJIOTOBOPSIILIAM  JIETSIM  BO3MO>KHOCTB
MHTEPAKTHUBHOTO OOIIEHHSI C HOCHTEINSIMH
KHUTalCKOro si3bIka 3 pas3a B HeAEo 1o 25
MHUHYT B J€Hb B TeueHUe 4 Helenb, 4YTo
TIO3BOJIHIIO MaJblam COXPaHHTb
CCHCHTHBHOCTB K (oHEeTHYESCKIM
KOHTpactam kwuraiickoro si3pika (Kuhl,

Tsao and Liu 2003). Bo3moxxHo, 3TO
OTBEYaET Ha BONPOC IIOYEMY JIETH
ropaso Jerde OCBaWBalOT WHOCTPAHHbBIC
SI3BIKH, Y€M B3POCIIbIE.

Takas mepHenTUBHAS — CHELHATA3ALUS
XapakTepHa TakXkKe U BOCHPHATHS JIHLL.
K nmeBsitum Mecanam >KM3HH JETH TEPSIOT
CIIOCOOHOCTh BHJIETh PA3NIUyMi B JIMIAX
00€e3bsiH, B TO BpeMsi KaK B IIIECTh MECSIIICB
3Ta CHOCOOHOCTHh €lle He YTpauuBaeTcs
(Pascalis et al. 2002). Takum oOpasom,
pasBuTHe peOcHKAa HIET 1O IIyTH BCE
OonplIel  CHIEUATU3ALHY, «HACTPOHKH
Mo3ra» (neural commitment).

OnucaHHbIe HCCIIEA0BAHU YKa3bIBAOT HA

YHHUKaJIBHBIE MOTCHIINATIbHBIC
BO3MOYKHOCTH peOCHKa IIEpBOro roja
JKU3HU,  KOTOpbIE,  BO3MOXHO,  HE

HOJIHOCTBIO HUCIOJNB3YIOTCA B Ipolecce
ero BOCHHTaHUS M oOyueHus. Bompeku
panee ObITOBaBLIEMY MHEHHUIO,
HOBOPOJKICHHBI HPUXOAUT B STOT MHP
JOCTAaTOYHO IOATOTOBJICHHBIM K TOMY,
4TOOBI BOCIPHMHHATH 3HAYHMYIO
UHOOPMALUI0 M CTPEMHUTENIBHO OBICTPO
oOyudarbcst.  [IpumeHeHne u pa3BUTHE
HOBBIX METOJIOB JUIsl U3Y4EHHUS IPOLIECCOB
BOCIpUsATHSL M 00paboTku MH(OpMaLuK B
MIEPUOJ PaHHETO JISTCTBA U BHEIPEHHE HX
B DPOIWIBHBIE JO0Ma, IOJUKIUHHUKA U
JIETCKUE  LEHTPbl,  MOTYT  OKa3aTb
HEOIICHUMYIO IIOMOLIb B peaH3aliu
JIETCKUX TTOTEHINAIBHBIX BO3MOXHOCTEH.

Aemop brazo0apum 3a KoMMeHMapuu u ymouHeHus
K.C. Bvicmposy,
B.B. Hukynuna u U.IO. Ilasnosa.
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DOI" - anexmposnyeghanocpagus
(electroencephalography, EEG)

Cnucox coxkpawenuii

MOI™ — macnumosnyeghnozpaghus
(magnitoencephalogaphy, MEG)

BII — svizsannviti nomenyuan (evoked potential, EP)
Bllon — svi38annoe noae (evoked field, EF)

MHP — maenummvrii sxeusarenm HP (mMMN)

HJIK — usmenenue noxanvrnozo kpogomoxa (regional
changes in blood flow, RCBF)

MPT — maznumno-pe3oHancHas momozpagusi
(magnetic resonance imaging, MRI)

GMPT — ¢pynkyuonanvras MPT (functional
magnetic resonance imaging, fMRI)

HP — nezamusnocms paccoanacosanus (mismatch
negativity, MMN)

OK — onmuueckoe kxapmuposanue (optical imaging,
on

OT — onmuueckas monozpagus, onmuyecxkas
momoepaghus (optical tomo/pography)

BUK cnexmpockonust — CneKmpockonust 6audicHezo
ungparpacroeo ouanasona (near-infrared
spectroscopy, NIRS)

II2T — no3umponno-smuccuonnas momozpadusi
(positron emission tomography, PET)

Maznumoanyegpanozpagua Kax memoo
OUeHKU CIYX060U ynkyuu y Ooemeil u
MladeHues

Hapsny ¢ anekrposnuedanorpadueit
(33I'), Bce OOJBIIYIO TMOMYJSIPHOCTH B
rociesiHee BpeMsi MpHoOpeTaeT MeToj
MarHuTHOM  sHuedanorpapuun  (MOI),
oOnaaromuit TIOMUMO BBICOKOTO
BPEMEHHOTO Pa3pelIeHus, CPABHUMOTO C
90T, emie H BBICOKAM
MIPOCTPAaHCTBEHHBIM paspenicHueM,
MTO3BOJIAIOIINM JIOKAJIN30BaTh MCTOYHUKH
AKTUBHOCTH HEHPOHOB KOPBI TOJOBHOTO
MO3Ta, CBS3aHHBIC C BBIIOJHEHHUEM TOU
WM WHOW 3KCIEpUMEHTAJIBHOM 3a/ladi.
MarnuTtHoe rnoJie, IIOPOXKIAEMOE
HeﬁpOHaﬂbeIMH HUCTOYHUKAMU n
perucTpupyeMoe 3a IpeieiaaMu TOJIOBHI,
MEHEe YYBCTBHUTEIBHO K aHHM30TPOIHH
CBOHCTB KOCTEH uepema H MSTKUX
MO3TOBBIX 000JIOUEK, YeM JICKTPUICCKOE,
n3mepsiemoe O0I° Ha  IOBEPXHOCTH
CKaJbIa. Kax CIICJICTBHC, 3a7a4da
IIOCTPOEHUS JOCTATOYHO TOYHOM IPSIMOM
Mozmenn B ciaydae MDOI cymiecTBeHHO
npoie TakoBoi B DOI. [ocnennuii Gaxr
00BSCHSET MOTEHIMAIILHO 00Jiee BBICOKOE
MPOCTPAHCTBEHHOE paspelenue,
npucymee MOI' mo cpaBHeHuto ¢ O0I.
Cnaboe MarHWTHOE TOJIC, MOPOKAEHHOE
HEHpPOHAJIBHBIMU  HMCTOYHUKAMH  TOKa,
MOXKET OBITH OCCKOHTAKTHO
3apETUCTPUPOBAHO npu TTIOMOTIIH
CBEPXYyBCTBUTENIBHBIX SQUID
(Superconducting Quantum Interference
Device) OaTYUKOB: HHYTOXKHO cjaboe
MarHuTHOE TIOJIE B YCIIOBHSIX CBEpX
MIPOBOAUMOCTH HHIYLUPYET
ANIEKTPUUECKOE B JaTduKax (CeHcopax),

MPE/ICTABIISIFOLINX coboii
ANEKTPOMArHUTHBIC KaTyIIKH
(Hamildinen et al., 1993). B

MOCIEICTBUM, MHOTOKPAaTHO YCHUJIEHHOE,
3TO TI0JIE MOKET OBITh BU3YaJIHM3HMPOBAHO.
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B MDOI' opueHramus HEHpOHOB IO
OTHOILICHHUIO K CEHCOpaM HUMEET OOJIbIIoe
3HaueHue. Tak, TOKH, TIE€HEpHpYyeMbIe
NUpaMUJHBIMH  HEHpOHAMH TIEPBUYHON
CIIyXOBOW  KOpBI,  HampaBJICHbl IO
KacaTeJIbHOH K cdepe IMOBEpXHOCTH
TOJOBBI, @ JIMHUM MAarHUTHOTO IIOJIA
BBIXOJAT 33 TMPEAETbl IOBEPXHOCTH
TOJIOBBI, YTO TIO3BOJISIET PErHCTPHPOBATH
601BIIyI0 9acTh HEHpOHAIBHOM
AKTHBHOCTH. Hcrounuku Ke
BO30YKIICHHA (axTUBHOCTH),
pacrosoKeHHbIe MEPIECHANKYJISIPHO
[IOBEPXHOCTH T'OJIOBBI, OynyT
npaktrdecku HeBuaumsl 1 SQUID.

B wuccrenoBaHmMsIX CIyxoBO#M (pyHKIMH
CaMbIM pacnpocTpaHeHHBIM
KOMIIOHCHTOM BBI3BAHHBIX MOTCHIHAJIOB
(BIT) sBnsercs otkmuk N1 (Naéténen,
1987). K mpumepy, N1 xommnonent BII
MOXKET OBITh 3apETUCTPHUPOBAH  Yepes
npumepro 100 Mc mocne Hayana
NpeABsBICHUS  JIO0Or0  OTAEIBHOTO
ctumyna. Bwmecre c¢ NI, LIUPOKOE
pacrpocTpaHeHHE TIOJMYy4YHI KOMIIOHEHT
Hezamuenocmv Paccoenacosanus (HP),

KOTOPbII B  aHIJIMMCKOW JUTEparype
m3BeCTeH Kak mismatch  negativity
(MMN) wmm magnetic  mismatch

negativity (mMMN) (korna pedb UaeT o
€e MarHUTHOM JKBUBAJICHTE, BBHI3BAHHOM
noje (BIlox). HP wiu MHP sBnsercs
KOpPEJISITOM CEHCOPHOM naMsTH
(Naatanen, 1999), Tak Kak aKTHBAIIWA,
KOTOPYKO OH OTpa)kaeT, BO3HHKACT B
OTBET Ha MPEABSBICHHE PEIKOro, TaK

HA3bIBAEMOTO  JICBUAHTHOTO  CTUMYJIA,
OTJIMYAOIIETrOCs oT 4acTo-
MIPEABSIBIEMOTO CTaH/IapPTHOTO,
(hopMHpPYIOIIETO MOMEHTAJIbHBIH  Clie]
IMaMSITH. B Ooiee MO3IHUX
HCCIEN0BAHUAX C HCIIOIb30BAHUEM

SI3BIKO-CIIEIIM(DUUHBIX PEUEBBIX CTUMYJIOB
BBIICHWIIOCH, uT0 MHP sBisgercs Taxxke
KOPPEJSTOM  JIOJITOBPEMEHHOM —TaMsTH,
ciensl  KOTOpoi Yy  B3pOCHBIX
JIOKAJM3YIOTCS B JIEBOM  HOIyLIApHU
(Nadténen et al., 1997). Ecniu y B3pocibix
MHP akTHBHOCTH 0OyCIIOBIIEHa KOPTHKO-

KOPTUKAIbHBIMU B3aUMOJEHCTBUAMH, TO
y nereit MHP oTBeThI MOTyT CKOpee Bcero
6I)ITb AKTUBUPOBAHHBIMH
TanaMOKOPTHKAIIbHBIMU MIPOEKLUSIMU
(Huotilainen et al., 2008).

B TO BpemMs Kak y B3POCIBIX CaMBIM
pacnpocTpaHeHHbIM KoMrnoHeHToM Bllon
Takke sBisgercs kommoHeHT N1 (N100), y

JeTen 3Ta cBOCOOpasHast
OPHEHTUPOBOYHAS peakius Ha
NpebsBICHUE CTUMYJIOB ObICTpO

3aryxaet (Karhu, 1997) u npu cymmanmn
OTBETOB Haubojiee BUIUMBIM OTKINKOM

sk3oreHHpix BII — T.e. CBSI3aHHBIX ¢
aKyCTHUICCKAMU XapaKTePUCTHKAMHA
ctumyna — craHoButcs N200 (M200).
Takum  obpazom  N200  sBusercs

OCHOBHBIM KOMIIOHEHTOM ciyXoBbIx BII
(BIlon) y nereit (Ceponiene et al., 2002;
Kushnerenko et al., 2002, Shestakova et
al., 2003). Ero mnuk, B OTJIHYHEC OT
B3pocioro N1, npuxonutcsa Ha Bpems 200
MC TOCJIe Hayalia MPeIbsBICHHs CTUMYJIA.
OyHKIIMOHATBHAS npupoja 3TOTO
KOMITOHEHTa, TEM HE MEHee JI0 KOHIa He
ompenenena (Ceponiene et al, 2002;
Kushnerenko et al., 2002, Shestakova et
al., 2003). Crpyxrypa MHP cxomna ¢
otBeToM y B3pocibix (Kushnerenko et al.,
2002; Huotilainen et al., 2003; Sambeth et
al., 2006). Tak B MHP wuccienoBanuu
(Huotilainen, 2003) aBTopsl MOKa3aiH,
4TO €IIe 10 CBOCTO POXKICHHUS PEOEHOK
CHOCOOEH pa3yinyaTh pPa3HUIY MEXKIY
3ByKaMd [0 4YacTOTe B  CTCIEHH,
CPaBHUMOIA co B3POCIIBIMH
ucmbITyeMbiMH. B 0osee  mo3aHHX
uccrnepoBanmax (Sambeth et al., 2006)
yaanoch  3apeructpupoBate MHP y
HOBOPOX/ICHHBIX JIeTeii B OTBET Ha
MPEABSIBICHUE CIOXKHBIX FAPMOHHYECKUX
TOHOB.  AHAJOTUYHBIE JAaHHBIE OBUIH
MOJy4eHbI B OKCIIEPUMEHTaX ¢ JoHEMaMHu
(Pihko et al., 2004; Kujala et al., 2004).
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Ha puc. 1 npuBoANUTCS TUIIUYHBINA TPUMED

o= - = e
SRS

- t l: =
i AL

standard
I_ 1001

— devant

Puc. 1.  Ilpumep  machummnoeo  komnonewma  Heeamugnocmu
Paccoenacosanuss (MHP unu magnetic mismatch negativity) 7-nemuoeco
UCNbIMYEMO20 6 OMEem HA NPeobsiGleHUe 2NACHbIX (YOHEM POOHO20 SA3bIKA.
MHP axmusHocmb @blpadiceHa 6 eude pasHuybl mexcoy CHMAHOAPMHbIM U
Oeguanmuim omeemamu Ha Kpuevix Bllon, a makoice 6 6ude 3eineHvix
cmpenouex,  CUMBOIUSUPYIOWUX  moKosvle ounoau. Iluk — ocHO8HO2O
xomnonenma Bllon M200 y Oemeil maaduieco WKOIbHO2O 803pacma
npuxooumcsa Ha 200 ms nocie Hauana npeovagienus cmumyia. Komnonenm
COBEPUIEHHO OMYEMAUBO BU3YATUZYEeMCs 8 0OIACMU CTYX080U KOpbl 8 8UOe
KPUBLIX GbI3GAHHLIX MAZHUMHBIX noae. Ilpu Jnoxkanuzayuu UCMOYHUKOS
ucnonvzoean cmpykmypuwiti MPT mo3zea ucneimyemoco. Buoduo, umo
UCMOYHUKYU aKMUBHOCMU, CEA3AHHOU C 00pabomKoll peueso2o CUSHALA
JIOKANUZVIOMCS 8 U3GUUNHE Xeuls.

J'[oxanmauml HCTOYHHKA

AKTHUBHOCTHU

M200, 3aperucTpupoBaHHOTO B OTBET Ha
npeabsBicHue (OHEM POJHOTO  S3bIKA
JIeTSIM MJTAJIIIEro IIKOJBHOTO BO3pAcTa.
M200 OTKIHMK JIOKJIN3yeTcs B OOJIACTH
CIIyXOBOW KOpBI, Kak dTO BHIHO U3
Mpe/ICTaBICHHBIX BPEMEHHBIX
MocJieZI0BaTeIbHOCTEN HU3MEHEHUs
MarHuTHbIX Tmosied. Awmmutyna MHP
OMPENEISICTCs Pa3HUIICH MEXITy OTBETaMU
Ha CTaHJAPTHBIA W JICBUAHTHBIA CTUMYJIBI
(moapobHOCTH IKCIICPUMEHTATBHOMN
3ama4yn omMcaHbl Takke B Shestakova et
al., 2002 u Huotilainen et al., 2008).

M200 B D3KCHIepHMEHTE, ONMHCAHHOM B
Shestakova et al. (2002), Obura
OCYLIECTBIICHA METOJIOM nozxdopa
HKBHBAJICHTHBIX JUIIONEH — [0 OJHOMY Ha
Kaxgoe nomymapue. OprueHTanus AUIos

BbIOpaHa COIIIaCHO MOJENBHBIM
MpeACTaBICHUsIM O TOM, 4T0 Ha MOI" Mbl
HaOnoqaeM  aKkTHBALMIO  THPAMUIHBIX
HEIPOHOB, PaCTON0XKEHHBIX
HNEePIEHANKYJIIPHO MIOBEPXHOCTHU
CIyXOBOM Kopbl. i BU3yanu3alMu
pe3yIbTaToOB SKCHEPUMEHTA 110

JIOKaJIM3allMi HMCTOYHHKOB AKTHUBHOCTH
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HCTIOIb30BaH
(nony4eHHast
pe30HaHCHOH

MPT kapTa HCHBITYyeMOTO
METOJIOM MarHuTHO-
tomorpadun). Bunno, yto
WCTOYHMKHA aKTHBHOCTH, CBS3aHHOH c
00paboTKOit pe4eBoro CUTHAJIA,
JIOKJIN3YIOTCS B U3BUIIMHE XEIIIsL.

Ha puc. 2 nokasaHa kapTa JIOKaJIH3aLUH
M200, momydeHHas B  pe3yibTaTe
UACHTHU(PHUKAIINN napameTpoB
pacnpenenéHHoil  mojenu. 3AeCh B
KauyecTBe MOJEIU HepOHAIBHBIX
WCTOYHHMKOB 3JICKTPOMAarHUTHOTO — TOJIS
MBI UCIIOJIb30BaIIN MOJIETb
pacripeZieiecHHOH  aKTUBHOCTH 6e3

OTpaHUYCHUS] KOJIMYECTBA JUIONCH B
oTAeTbHOM Tonymapun. Maentudukaims
napameTpoB MoOJeH ObLIa OCYIIECTBIICHA
B COOTBETCTBUH C METOJIOM HaHUMEHbIIEH
HOpMBI TiepBoro mopsinka (L1-Hopmer)
(Taxke M3BECTHOro Kak mMerox Minimum

Puc. 2. Buzyamusayus mou  dce
akmuenocmu  M200, umo u Ha
npeovloyujeM pucyHke, HO yice 8 sude
obnaka 6 npocmpancmee, d He MOUKU:
30ech ucnonv3yemcs Mooenw
pacnpeoeneHHol  akmueHocmu, — 0e3
ocpanuyenus Koaudecmeda Ounonel 6
OMOENbHOM ROIYWAPUU (8 YACMHOCIU
Memoo LI-nopmbi, uzeecmusiii maxice
kax memoo Minimum Current Estimate,
unu MCE). Cmpenoukamu Ha HudicHell
JuHelike Mmooeneli Mo3ea 0003HAYeHbl

UCTOYHUKU c MAKCUMATLHOU
amMnaumyoou 8 obracmu uHmepeca —
6UCOYHbIX — oblacmsax — Mosea, — 2o0e

Haxooumcs cyxoeas Kopa.

Current Estimate, wiu MCE). Oror
aJTOPUTM MHUHUMU3HPYET CyMMy
a0COJIIOTHBIX 3HAYEHHH aMIUIUTY]] TOKOB
(Uutela et al, 2001). Crpenkamu Ha
HWKHEW  JMHelke  Mojzened  mosra
0003HaUEHBl HMCTOYHWKH aKTHBHOCTH C
MaKCUMAalIbHOH aMIUIUTYIOH B 00JacTh
MHTEpeca — BHCOYHBIX O00JAcTAX MO3ra,
I7Ie HaXOAWTCsA CIIyXoBas Kopa. Metox
KBaJpaTuaHOU HOpMEI (L2-HOpMBI) Taroke
IIMPOKO HCIOJIB3YyETCSI M PEall30BaH,
HanpuMep, B IPOrpaMMHOM OOecTIe4eHUH
MNE-Suite, paspaborannom B Martionos
Center, Harvard , USA, a takke — B
nporpaMMHOM oOecriedueHun  Statistical
Parametric Mapping, SPM (Friston K.J.
(Ed), 2006), pazpaboranHom B Functional
Imaging Laboratory, UCL, GB. B stom
cllyyae  cped ~ MHOXECTBa  BCeX
pacnpeleneHuid  aMIUIMTyd — JUIOJEH,
YIOBIIETBOPSIOIIIX N3MEPECHHBIM
JTAHHBIM, HILETCS TAaKOE DPaCIpelelCHHE,
4To0Bl CyMMa KBaJpaToOB aMIUIMTYA
TOKOBBIX [IUIOJICH ObUIa HaWMEHBIICH.
HueiMu  cnoBamMu METOJA MHHHMU3AIIUU
L2 HOpMBI MO3BOJISIET MONYYUTh pelICHHUE
C MUHUMAJIBHOM 3HEPIUeH.

Ha nepBblif B3I MOXET MOKa3aThCs,
9YTO MArHUTHBIE DSKCIIEPUMEHTHl JUIIb
MOBTOPSAIOT 3JEKTPHUUECKUE, HO 3TO HE
Tak. BpemMeHHOE H TPOCTPaHCTBEHHOE
paspenieHue B COBpeMeHHbIX MO
YCTaHOBKaX HEOOBIYaiHO BHICOKH. Tak, B
MDI' ycranoBke Electa Neuromag Ltd
(puc. 3) wdacroTa JAWUCKpETH3AIlUH, K
npuMepy, gocturaer 5-8 kI'1 Ha KaHai,
koiauuectBo MOIT  ceHcopo 306,
CYIIIECTBYET BO3MOXXKHOCTH HHTETPAIHU
MOI' mammpix ¢ O3I (64 kanama), a
TaKxKe BO3MOJKHA OJTHOBPEMEHHAs
obpaborka MOI'/O0OI ¢ ucrnonb30BaHuEM
crpykrypaoro  MPT  (mampumep, ¢
ucnoib3oBanueM SPM  u  gpyrux
IPOrPAMMHBIX MIPOAYKTOB). B
JIOTIOJIHEHWE,  ONMCAaHHAas  YCTaHOBKa
MO3BOJISIET ~ HEIMIPEPHIBHO  OTCIIC)KUBATh
MOJIO)KEHHUSI TOJIOBBI HCIIBITYEMOTO IO
otHowienntro Kk SQUID npu nomoru
cnermanpHbix  HPI  (Head Positioning
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Puc. 3. 6-nemnss ucnvimyemas,
npunumarowas yyacmue ¢ MOI'
UCCIe008aHUU PeyU ¢ UCNOb3068AHUEM
cucmemvi Electa Neuromag Oy,
Yuusepcumemcxuii F'ocnumans 2.
Xenvcunku, PuHIAHOUS.

Indicator)  kaTymiek,  IO3BOJISIOLIUX
JIOKAJIN30BaTh KOOPJAWHATHl TOJIOBBI B
TpexMepHOM npoctpancTBe (Imada et al,
20006). Ota mnpouenypa  MO3BOJSET
n30exarh  CUCTEMAaTHYECKOH  OIIMOKH,
0COOCHHO B Cilyyae SKCIEPHUMEHTOB C
JIETbMU. Hogeiimue METObI
TIPOCTPAHCTBEHHO BPEMEHHOH 00paboTKh
MO3BOJISIIOT BBIJCIUTh POCTPAHCTBEHHO

BPEMEHHOW  CHTHaJ, OOYCJIOBJICHHBIN
JIWIIb HEWPOHAIBHBIMH  HCTOYHHKAMHU.
HepetmcneHHme TCXHOJIOTHYCCKHUC
JOCTIDKEHUSI U TNPOCTOTa  MOJAEIH
MarHuTHBIX ~ TIOJIEH  3a  TpejelaMu
00BEMHOTO IIPOBOJIHUKA (ronoBsI)
MO3BOJISIOT JIOCTUYb BBICOKOM

3¢ PEKTUBHOCTU TIPH pEIICHHH O0OpaTHOM
3amaund MOI U JIOKaaInu30BaTh MUCTOYHHUKA
HEWPOHAJIBbHOW aKTUBHOCTH C TOYHOCTBIO
bi (6] HECKOJIBKUX MHJUTAMETPOB
(Hamalainen et al., 1993).

Takum 00pazom,
CYILECTBYIOLIHE
CIIO)KHOCTH TPU  PETUCTPAIMU

HECMOTps Ha
METO0JIOTMYECKUE
Mor

MJIQJICHIICB U MajJCHbKMX  JICTCH,
CBSI3aHHBIE, B OCHOBHOM, C OOJbIlIeH
YAAJCHHOCTBIO TOJIOBBI OT CEHCOPOB
(Pang et al., 2003), ux MDI" oTkiIHKH
MOTyT  OBITh  JOCTATOYHO  TOYHO
JIOKAJTM30BaHBI B CIYXOBOW  KOpe,
0COOEHHO ecim HCTIOJIB3yeTCs

BBILICYIIOMSAHYTasi CHCTEMa MOCTOSHHOTO
OTCJIKMBAHMS  TO3UIMU  TOJIOBBI W
UHTErpauus co crpykrypHsiMm MPT, uto
MO3BOJISIET YYHUTHIBATh WHAWUBHIYaJIbHYIO
aHATOMHIO MO3Ta M TEM  CaMbIM
CIIOCOOCTBYET  MOBBIIICHUIO  TOYHOCTH
JIOKaJIM3allu UCTOYHHUKOB aKTUBHOCTHU

MaruuTosHnedatorpadpus MOJKET
CIly)KHThb aJCKBaTHBIM, a WHOrAA W
HauOolee  ONTUMAIBHBIM  METOIOM

HCCJICIOBAHUS BBI3BAHHOM M CIIOHTAHHOM
aKTUBHOCTH HE TOJIBKO CIYXOBOM KOPBI,
HO U, Hampumep, COMAaTOCEHCOPHOM.
Tak Pihko u xosmrtern (2004) (cMm. Taxke
00630p Pihko&Lauronen, 2004) ycnemHo
npumeHsuin Meton MOI' 11s BbisBIIEHUS
UG GEPESHIIMPOBAHHOTO BIUSHHS CTaIHN

CHa, B KOTOpOfI HaXOoJUuTCsA
HOBOPOXXICHHBIC, Ha ux
YyBCTBUTEIIbHOCTH K TaKTHJIHLHOU

ctumyssinui. OHM OOHapyKWJIH, 4TO B
CTagu{ aKTUBHOIO WJIM IOBEPXHOCTHOTO
CHa  aMIUIMTYJbl  COMAaTOCEHCOPHBIX
BbI3BaHHBIX  moneid  (CBIlom, — mo-
aHrauiicku  somatosensory evoked field,
SEF) ObuL1H MEHBIIE, YeM B COCTOSHUHU
riny6okoro cHa. Cam (akt perucrpanuu
COMaTOCEHCOPHBIX OTBETOB NP MOMOIIH
MOI' y HOBOpPOXIEHHBIX BIIEPBBIE B MUPE
TaKKe 3aciy’KMBaeT BHUMaHus (puc. 4).

Heso3moxHO HE YIOMSIHYTb 0
KIMHUYECKUX OpuiokeHusx MOI m ux
3HAYUMOCTH  JUISL  NpEeNONepanuoOHHOM
JIUAarHOCTUKU (mn BO3PaCTHOM, B
YaCTHOCTH). Mar M103BOJIIET
JIOKAJIN30BaTh HCTOYHHUKH CYAOPOKHOU
AKTUBHOCTH B HEOKOpTEKCce u
g depeHIIPOBaTH (hokampHYIO u

TeHepanu3oBanHyr0 smmiencuto (Mékeld
et al., 2006, 2007). Eme omHuM spkuM
npuMepoM mnpmioxkeHnid MOI, kak B
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AS —
Qs ----

50 fT/em

100 ms

Puc. 4. Ilpumep comamoceHcOpHbIX
NOMENYUANos, 3apecucmpupo8anibix y
HOBOPOICOEHHbIX 68 YHusepcumemckoi

KnuHuke — XenbCuHKu, QuHAHOUS
MemoodoM — MacHumosdHyeprocpapuu.
s Pihko et al. Clinical
Electrophysiology, 2004. C
paspeutenus Elsevier.

CBSI3U c NpeAoNEPALNOHHON
JMArHOCTUKOM, TaKk M B CBI3H C

JIUATHOCTHUKOW Pa3JIMYHbIX 3a00JIeBaHUiA,
CBSI3aHHBIX C HAPYIICHUSIMH pPEYH U
KOTHUTHUBHBIX (DYHKIHH, SIBJISIETCS OLICHKA
MeKnonymapHoit accumerpun (Mékeld et

al, 2006, 2007). Tak, y nmered c
JIAarHO30M KPaHUOCTEHO3 ObLIa
oOHapy)keHa aHOMaJIbHas JlaTepann3alius
(BIIOTH O  TOJIHOTO  OTCYTCTBHS
aKTHBalMd B  [PaBOM  MOJYIIAPUH)
OTKJIMKA M200 B OTBET Ha
pa3HooOpa3Hbie THIIBI CITyXOBBIX

CTHMYJIOB — OT T'aPMOHHUYECKUX TOHOB U
memykoB, o neHus nrun (Hukki et al.,
2003).

Brimre yKe YIOMHUHAJIOCh 00
HCIIOJIb30BAHUU CTPYKTYPHBIX TOMOTPaMM
IpH JIOKAJIM3alM HCTOYHUKOB METOJOM

MOT, Kak YCIIELIHOM npuMepe
uHTerpanuu  MetonoB. Eme  oxHum
METOJIOM KapTUPOBaHUs MO3ra,
OCHOBaHHbIM Ha (HU3WYECKOM SIBICHHUU
SIEPHOTO MarHUTHOTO pe3oHaHca
ABJSIeTCsl (DYHKIMOHANbHAsT MAarHUTHO —
pe3onancHas  tomorpagus  (GMPT).
GMPT sBnsercs omHuM U3 Hamboiee
5O (EeKTUBHBIX W  pacIpOCTPaHEHHBIX
METOJIOB, MO3BOJIIIOIIMX C  BBICOKOM

TOYHOCTBIO JIOKAJIM30BaTh KOTHUTHBHBIC U
Japyrue QyHKIMU B MO3Te 4eJIOBEKa, KaK B
KOpe, TaK U B MOJKOPKOBBIX CTPYKTypax.
Meton GMPT, eciu omuceiBaTh €ro B
CaMbIX 06].]11/1)( qyepTax, Ja€T BO3MOXHOCTb
OLICHUTh U3MEHEHUE AKTUBHOCTH
HEHpOHOB 1O H3MEHEHHIO KPOBOTOKA
IMyTeM  ONpEAENECHUs  pasHULBl B
KOHLICHTPAL! OKCH- u
JIE30KCUTeMOTIIOONHA C HMCHOJIb30BaHUEM
Blood Oxygen Level Dependent ( BOLD)
curHajga. B ocHOBe Meroma JIEXKHUT
SIBJICHUE AEPHOTO MarHUTHOTO
pe30oHaHca. I'emornobux SIBIIACTCS
JANaMaroiCTuKoMm, TOoTrAa KakK
JIE30KUTEMOTJIOONH — [apamMarHeTHKOM.
MP (MarHTUHBIH pE30HAHC) CHTHAI,
n3MepsieMblii IPHOOpPOM, TakuM 00pazoM
3aBUCUT OT COOTHOILIECHMS KOHLEHTpaLMi
OKCH- M JI€30KCHUTEMOITIOONHa B KPOBH.
Benen 3a  akruBaumeld HEWpPOHOB ¢
BPEMEHHOW 3aJlep)KKOH B  HECKOJIBKO
CEKYH[ YCHUIIMBaeTCs JIOKaJIbHBIH
KpoBOTOK. KOHIIEHTpanuu *e OKCH- H
JIE30KCH T'eMOMIOOMHA, TEM HE MEHEE,
oCTaeTcsi TMPUMEPHO TOM ke, 4TO U B
nokoe. Jleno B TOM, 4YTO CrOcoOHOCTH

TKaHei yCBauBaTh KHCIIOpOJ,
JIOCTaBJICHHBIN OKCHUTE€MOTJIOOMHOM,
IpeBpamasl €ro B JE30KCH-, MEHsAeTcA

OTHOCHUTENBHO MaJio. To ecTh, B YCIIOBUSX
YCHJIMBIIETOCSI KPOBOTOKA B AaKTUBHOM
y4acTKe KOpPbI KOHIICHTPALUSI BEHO3HOTO
OKCcHreMoriodnaa OymeT Bo3pacTaTrh, a
pazHuna MEXTY OKCH- u
JIE30KCUTEMOTIIOONHOM,  YBEJINYHUBATHCSI.
Tak Ha3pIBaeMas mpoOiieMa neurovascular
coupling B ACHCTBUTEIHHOCTH HaMHOIO
cnoxkHee. Bce Oombmie u - Oosblie
o0OHapyxuBaeTcsi (HaKTOPOB PEryJIsIUu




A H. ITlecrakoBa

" COaBT.

METO/bI HCCJIEJOBAHUA .
KOI'HUTUBHOI'O PA3BBUTUA JETEU

MO3TOBOI'O KPOBOTOKAa, €r0 CKOPOCTH U
o0beMa, ¥ OJHO3HAYHOIO OTBETAa Ha
BOIIPOC KakK CBSi3aHa aKTHBALMs HEHPOHOB
U U3MEHEHUE KPOBOTOKA A0 CHX IOp HE
nonyueno.! Tak Kak 00 W3MEHEHHH
aktuBHOCcTH Mo3ra B  (GMPT wmoxHO
CYIWTh OIIOCPEIOBAHO IO HW3MEHEHHIO
JOKIBHOTO  KPOBOTOKA,  HMMEIOIIETO
3a1ep KKy OT 1 0 5 sec MO CpPaBHEHHIO C
HEWPOHHBIM  OTBETOM, BPEMEHHOE
pazpemienne GMPT — ropasno Hibke, uem
93T mym MOT'.

[Ipy wm3ydeHUM KOTHUTHBHBIX (QyHKIMIA
nereit, MPT mmpoko He HCHONB3yeTCs
W3-332 METOAOJIOTHYECKUX CIOKHOCTEH, a
TaKKe M3 JTHYECKHX coobOpaxeHuid. C
onHoil croponsl, MPT upe3BblyaiiHO
YyBCTBUTEIICH K JBUTATEIbHBIM
apredakram, a ¢ apyroi, MPT sBnsercs
HWHBAa3HMBHbBIM MCTOAOM, IMOCKOJIBKY
UCTIBITYEMBIH IOABEpraercss JeMCTBUIO
CHUJIBHBIX 3JICKTPOMArHUTHBIX HOHeﬁ, KakK
CTaTUYECKUX TaK M UMIYIbcHBIX. Kpome
TOr0, HUCHBITYEMBIE MOTYT HCIBITHIBATh
OTIpEeJICTICHHBII TUCKOM(OPT, OKa3aBIIICh
B 3aMKHYTOM IIPOCTPAHCTBE B YCIIOBHSX
CHJIBHOTO IlyMa B TCUCHHE JUINTEIBHOTO
BpPEMEHH. Hexkoropbeim
MCCJIEIOBATENbCKUM JIA0OpaTOpUsIM BCE
JKE€ YyJAeTCsl MPEeOoJoNeBaTh CIOXHOCTH,
CBs3aHHBIE C Hcnonb30BanueM MPT n
npoBoautb GMPT wuccnenoBanuss 1o
HU3Yy4YEHUIO KOTHUTHUBHBIX dyHKIHI
muazieHues (Dehaene et al., 2002) u nereit
(Raizada et al., 2008).

Ilpu wuccnenoBanuu JeTel no0 roxa,
BEPOSTHO, 0oiee aIEKBAaTHON
OKa3pIBaeTCsd  OIITMYECKass  TONO- |
tomorpadus (OT), B OCHOBE KOTOPBIX

! 3a mospo6HOCTSMH 0 MeTosIe HMPT aBTOPHI
COBETYIOT 00palaThes K yueOHbIM OCOOUSIM
‘Functional Magnetic Resonance Imaging’ (mon pen.
Huettel A.S., 2005) u ‘Brain Imaging Handbook’
(nmox pen. Bremmer J.D, 2004). Otu u apyrue
1ocoOust Ha AHTITMHCKOM SI3BIKC HMCIOTCS B
OHOIMOTeKEe MaruCTEPCKOl IPOrpaMMbl
(www.neuroscience.spb.ru).

JICOKUT HUCIIOJIb30BAHUEC I/ISHy‘leHI/IH
BUIMMOI0O M OJWKHEr0o HH(PaKpacHOro
(UK) nuanazona. MeTombl ONTHYECKOM
BU3YaJM3alUU SIBJISIIOTCSL  OJAHUMU U3
HanOoJiee  TEPCIEKTHBHBIX  METOJOB
M3Y4YeHHsI TOJIOBHOTO MO3ra 4ejoBeKa B
CJIIEJICTBUE CBOEH HHU3KOW HHBA3UBHOCTHU
o cpaBHeHUIO ¢ GMPT u oTHOCHTETEHOU
JIEIIEBU3HEI IO cpaBHEHUIO ¢ MOT'.

Onmuueckas monozpagusn

K cemelicTBy METOJOB  ONTHUYECKOM
BH3YaITU3aIIH OTHOCSITCS aKTHUBHO
pa3BUBAIOMIHECS ceiiyac METOIBI

OITHYECKOH CHEKTPOCKOMHHU, TOTOrpaduu
u TtoMmorpapuu. Drta TIpyIlna METOJ0B
UCTOJNB3YeT U3Iy4eHHE BHUAUMOTO H
ommwkaero WK  awamasona w3 Tak
Ha3bIBAEMOI'0 JUMAarHOCTHUYECCKOI'O OKHa
(nmuab! BotH 0.6—1.3 MKM), r/1e OMOTKaHU
UMCIOT MUHUMAJTbHBIHA YpOBEHB
nmoriomeHus.  [lockonbKy — paccesiHue
OMOTKaHEH BBICOKO, TEJIO YeJIOBEKa HE
mpo3zpagHo.  OmHako,  TEOPETUYECKU
MOKa3aHO u AKCIIEPUMEHTAIBHO
MOJITBEPKICHO, 49TO CYIIIECTBYET
BO3MOXKHOCTh ~ NPOCBEYHMBATH  OPTaHBI
tommuHOW mopsinka 10—15 cm, momywas
PETUCTPUPYEMBI  YPOBEHb curHazia
(pacnpocTpaHsisiCh ~ 4epe3  IMOJ0OHBIC
00BEKThl OT HCTOYHHKA K HPUEMHUKY
CUTHAI MpeTepIieBacT cpenHee
ocmabnenne mopsiaka ~107'%). TIpomecc
pacnpoCcTpaHCHHUS U3ITY4YCHUS B
OMOIOTHIECKIX 00BeKTax
XapaKTepU3yeTcs KO3 PUIHECHTOM
IIOTJIOIICHUS, KO3 PUIHEHTOM
paccesHHs, a TaKKe HHAUKATPHCOU
paccesiHusl. ITormomenue BOJIOH,
OCHOBHBIM KOMIIOHCHTOM MSTI'KHUX TKaHeﬁ,
KOTOpPOE 3HAYUTEIBHO BO3pacTacT ¢
YBEJIMYEHUEM JUIMHBI BOJHBI cBbimie 1300
HM, ¥ OYCHb CHJBHOC IIOTJIOIICHHE
TeMOTJIOOMHOM KPOBH Ha JJTMHAX BOJH,
MeHbINX, 4eM 600 HM, OrpaHMYMBaIOT

CHEeKTp W3IY4YCHHs, KOTOpPOE MOXKHO
HCIIOJIb30BaTh IS HCCIICIOBAHUM
KpPOBEHATIOJTHEHHBIX OHOJIOTHYECKUX
OOBCKTOB  TOJIIMHOM B  HECKOJBKO
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CaHTUMETPOB, KpacHbIM u OmmxHuM WK
muanazonamu  (Elwell C., Hebden J.,
1999). Bo03MOXHOCTH  KpacHOro U
nH(ppaKpacHOrO0 W3Iy4YEeHUs NPOHUKATh
rIyOOKO B TKaHb, HECMOTpS Ha OYECHb
KOPOTKYIO JUIMHY CpEIHEro CBOOOIHOTO
mpobera ()OTOHOB, OMPEHCIACTCS IBYMS
(haxkTopamu: BO-TICPBBIX, B
OMONOTMYECKNX TKAaHAX MOJABIIIONICE
OOJIBIIMHCTBO B3aMMOJEHCTBUNA — AaKTBI
paccesinus, a He norsorieHus (Arridge et
al., 1992); BO-BTOPBIX, pa3mep
OMOJIOTMYECKON KIIETKM MHOIO OoJblie
JJIMHBI BOJIHBI, IO3TOMY H3JIYUCHHC Ha

JUIMHE CBOOOAHOrO mpobera (oTOHA
paccenBaeTcss Ha HEOOJBIINE YIJIBI IO
OTHOIIECHHIO K NepBOHAYAILHOMY
HaIpaBJIeHUIO. 3aperucTpupoBaHHOE
mpoureamniee I paccesBIIeeCs
H3IIy4eHHE HCIONB3yeTCsl B KauecTBE
JaHHBIX TSt MOCIIe Y IOIIeH
KOMIIBIOTEPHOI 00pabOTKH W TOJIYYCHHUS
n300pakeHNd BHYTPEHHEH CTPYKTYPHI
oObeKTa.

Bribop anuHBI BOJHBI 00YCIlIaBIMBAETCS

HE0OXOMMOCTHIO OTIPENENATh
OTHOCHTEJIbHBIE ONITHYECKNE
XapaKTEePUCTHKU Pa3INIHBIX

HCCIIeyeMbIX TKaHel, HCIIOJb3Ys MOJIOCHI
HOIJIOMEHUS OTAENBHBIX XPOMO(DOpPOB
(mampumep, rTemorioOWHa KpOBH), a
TaKXC BO3MOXXHOCTAMU IIOAXOAAIIUX
HUCTOYHHUKOB u YYBCTBUTCJIIbHOCTBIO
npueMHuKa. CyIIecTBEHHOE YMEHbIICHHE
paccesHus OIaronpusTCTBYET
WCIIONIb30BaHUIO OOJBIIUX [UIMH BOJIH,
TOr7Zla Kak BCJEACTBUE 3HAYUTEIILHOTO
MOTJIOIICHUST  BOJBI  CJIEAOBANO  OBI
HCIIOJIB30BATh JIHHBI BOJH 10 1.1 MKM.

W3 puc. 5A BuIHO, 4TO B AMANa3oHE OT
600 am gm0 1 MKM, e Bojga HMeEET
MaKCHMYM IIOTJIOIIEHNUS, MOXKHO BBIOpaTh
JUISl MCCIIEZIOBaHUST HECKOJIBKO JUTUH BOJIH,
r7ie TeMOIJIOOMH B OKCH- M JIe30KCH-
COCTOSIHHSIX MMEET CYIIECTBEHHO DPa3HOE
roryionieHye. TakuM 00pa3oM, MeETOJBI
ONTHYECKON BH3yalH3allid II03BOJIIOT
BBISIBUTD IIPOCTPAaHCTBEHHOE

pacnpenenenue K03 (huLEHTOB
MOTJIOIICHUSI W pAacCesHUs W OLCHHTH
JIOKAJIbHYIO CTEICHD OKCUTE€HALINN
reMorjao0ouHa.

Vxe B koHue 70-X TroIoB IOSBHIMCH

OepBele  COOOLICHUST O BO3MOXKHOCTU
HEHHBA3MBHOIO MOCIIOWHOTO
ONPEIEICHUsT ~ BHYTPEHHETO  COCTaBa
OHOSIOrHYeCKUX 00BEKTOB
crnekTpockonuyeckumu Meronamu (Jobsis,
1977). Ho, HecMOTps Ha TONBITKU
YCOBEPIICHCTBOBATh METOJIUKY
MPOCBEYHBAHUS TKaHU nyTeM
HCIIOIBb30BaHHS HCTOYHHKOB u

MIPUEMHUKOB, pabOTalOMMX B ONMKHEM
UK 1mama3oHe, KIMHHUYECKHE OIIBITHI

MMOKa3ajd, 4YTO IIOJIE3HOCTh  METO/a
noBonbHO orpanudena (Profio et al,
1989). IlpumumHON  3TOTO  SABMISAETCA
MHOTOKPATHOE paccesiHue npu
MIPOXOXKACHUU U3IIy4YCHU yepes
OMOTKaHb, NPUBOMAIICE K TOMY, YTO

HaO01aeMasi Ha MOBEPXHOCTH CTPYKTYpa
OKa3bIBAETCsl OYEHb PACIUIBIBYATOM.

[Mocne psina pador (Change et al., 1988,
Maris et al.,1994), B KkOTOpBIX ObLIH

MIPEUIOKEHBI CIIOCOOBI
YCOBEPIICHCTBOBAHUSA METOI0B
cnekTpockomnuu ommwkHero MK auanasona
HOCpe)lCTBOM BBCACHUA METOA0B
M3MEPEHUH, WCIONB3YIONNX CEJICKIIUIO
MPOIICIIIETO HACKBO3b WA
paccesBIICTOCS Ha3aJ W3IYYCHUS IIO
BPEMEHM  HAXOXKACHHS B  OObBEKTe,
[OSBIJIOCH HECKOJIBKO METOIUK

nojydeHuss uHPOpPMAIMU O BHYTPEHHEH
CTPYKTYpE CHIIbHOPACCEUBAIOLICH CpEJIbI
(e.g., Gratton et al., 1993). [To ananoruu ¢

y)K€  HUCIIONB30BaBIIMMUCS  METOJaMU
JTUarHOCTUKHU pu MTOMOIIU
BOCCTAQHOBJICHHUS MIPOCTPAHCTBEHHOMN
CTPYKTYpPBl ~ HCCJIEZyeMOro  OOBEKTa,

TaKUMH, KaK PCHTICHOBCKAA TOMOI‘pa(l)I/Iﬂ
U  MAarHuTHO-PC30HAHCHAsA TOMOI”pa(i)I/IFI,

HOBBII ~ METOA  NOJyYW1  Ha3BaHHUE
ontudeckoii  Tomorpadum  (Arridge,
Hebden, 1997). Tomorpaduaeckas

PEKOHCTPYKIMSI BHYTPEHHEH CTPYKTYpBI
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Puc. 5. A) 3asucumocmv xodpduyuenma noeroujeHus — OeoKCu-
eemocoenoouna (Hb), oxcucemoenobuna (HbO; u 600vi(H,0) 6 3asucumocmu
om Onunel. b) Iladenue uHmeHcugHocmu MOHOXPOMHO20 — C8ema,
UBTIYYAEeMO20 NA3EPHbIM OUOOOM U  NPOXOOAUe20 Yepe3 NOBEPXHOCHHbIE
CIIOU CKATbRA, MO3208bIX 00010YeK U KOPbl MO32d, HO He NPOHUKAIOWe20
2nyboice  HEeCKONbKUX —CAHMUMEMpPOS8, pecucmpupyemcs ¢ Hauborvuiel
8EPOSIMHOCMbIO HA NOBEPXHOCHU 207108bl HA PACCMOSAHUU HECKOILKUX CM OMm
UCOYHUKA - MPAEKMOpUsi pacnpoCmpaHeis c6ema om UCMOYHUKA 00
Odemexkmopa maxkum obpazom umeem  OaHaHo8UOHyl0  opmy. B)
Pacnonoowcenue  NIRS  cencopoe-xananos,  obpazoeammvix — napamu
UCMOYHUKO8 U  OemeKmopo8 MoHoxpomuoeo cgema. I) B  nawem
UCCne008aHuu HA HOBOPOMCOEHHBIX, Mbl  UCHOAL308ANU CUCmeEMY O
UsMepeHusi  2eMOOUHAMUYECKO20 — omeemd MemooomM — ONMuUYecKou
CnekmpocKkonuu  0Kono- un@paxpacruoeo uziyyenus NIRS (Medical Physics
Department, UCL, Beauxoopumanus ), onunet éonn 780 and 850 wm.

0o0beKTa ecTh pellleHne O0paTHOW 3aJayd  PacHpOCTPaHEHHS W3ITyYeHHs oT
0P KCIOJIB30BAHWM  MOAXOJSAIIEr0  HCTOYHHKA K MPUEMHUKY B
crocoba OmMCaHWsl PAcIpOCTPaHEHHMs  HEOJAHOPOJHOW cpene, 2. — oOparHas
mydeHuss B o0bekre (Arridge et al., 3a/aya, KOoTOpast u SIBIISIETCS
1991). TOMOTpadIecKOM PEKOHCTPYKIHEN

pacrpeneieHus HEOTHOPOAHOCTEH
IIpobnema TOMOTPAaQHYECKOM  BHYTpM NPOCBEYMBAEMOTrO OOBEKT. B
PEKOHCTPYKLMHM BKJIIOYaeT B Ce0s JBE  ciyuae  PEHTTEHOBCKOH  TOMOTpaduu
sajadn: 1. — mpsMas 3ajada — pacder npsiMasi  3aJada  HMMEET JJIEMEHTapHOE
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pelieHue B NPUOIHKESHUH
FEOMETPUYECKONH ONTHKH, a pelIeHUe
oOpaTHOW 3ajayu Uil MPSIMOJMHEHHOTO
pacrpocTpaHeHUs] W3JIyYeHHs I10JIyYECHO
Pagonom. B onTuyeckoit Tomorpadumy,
Kornaa TNpHONMKEHHE TeOMETPHYECKON
ONTHKA  HENPUMEHHMO, HEOOXOJUMO
HayaTth C UCCIICNOBaHUS IPSIMOU 3a/1a4H C
LENbI0 MPUCIIOCOOICHHST e¢ PEICHUS K

BUIy, [pPUTOJHOMY I  DEIUCHUS
oOpaTHOU 3a1a4H.

®dopmupoBanue N300paKeHus,
NPE/CTABISIIONIETO  MPOCTPAHCTBEHHOE

pacnpeneneHue OAHOH wmiu Oosee U3
BHYTPEHHUX ONTHYECKHX XapaKTEPUCTHK,
Ha OCHOBAaHMHM CEPUM M3MEPEHHH Ha
rpaHuiie 0O0BEKTa COOTBETCTBYET Tak
HasbiBaeMoOW oOpaTHO# 3amgaye. OmnHa
BKJIFOYaeT ce0s1  BOCCTaHOBJICHHUE
[apaMeTpoB  IMOAXOMSIIeH  MOAenu.
Tomorpaduueckast PEKOHCTPYKIIHMS
BHYTPEHHEH CTPYKTypbl OOBEKTa ecTh
pemienne  oOpaTHOM  3amaud  IIpH
UCIONB30BaHUU IMOJXOAAILErO Crocoda
OIIMCAHUsI PACIPOCTPAHEHHS M3IyUYECHUs B
ob0wexTe (Arridge et al., 1991).

B

Onrtuyeckas  Tonorpadus’ 3TO
Pa3HOBHHOCTH ONTHYECKOM TOMOrpaduu,
MO3BOJISIIOINAS.  T10JIy4aTh HW300paKeHHMs
JIBYMEpPHBIX OOBEKTOB (IIOBEPXHOCTEI) B
TPEXMEPHOM MIPOCTPAHCTBE, Korzaa
pe3yibTar peuieHus oOpaTHOH 3ajgauu
WIIeTCsT HE Il BCEro TPEXMEPHOTO
00BEKTa, a IS MTOBEPXHOCTH,
3ayieraroneld Ha 3aJaHHON TIIyOWHE II0X
TTOBEPXHOCTHI0 00BEKTA.

2 Onmuueckas monozpagus — 00un us Memodos
ONMUYecKoll 6U3yaAIU3AYUL CIPYKIMYPbL U QYHKYUL
2071061020 MO32a. B anenoasviunoil niumepamype
amom memoo makice yacmo Hasvisaemcs «Near
Infrared Spectroscopy, NIRS», umo 0ocnoeHo
nepesooumcs Kak « CHeKmpOCKONus 6udxcHe20
ungparpacroeo ouanasonay. OOHaxko
UCNONIL306aHUE OAHHO20 MEPMUHA UCKAdICAem
npupody memooa, max kax 6 ochose NIRS
NPUMEHUMENbHO K KapMUpOSAHUIO MO32d JIeHCUN
Menoo peKoHCmpPYKyuu u30opasxcenus, a ne
CNeKMPOCKONUU KaK MaxKosoll, Noamomy bonee
YMECHHbIM BUOUMCS UCNONb308AHUE MEPMUHA
«onmuueckas momozpagpus (unu monozpagpus)».

Kak Obuto  3aMeueHO  BBIIIE, IS
(DyHKIMOHATIBHOM HEUPOPU3HOIIOTHH
oco0asi LIEHHOCTh METOJIOB ONTHYECKOM
BU3yaIM3alN 3aKJIF0YaeTCs B
BO3MOXKHOCTH ~ ONPEJAENATh H3MEHEHHE
KOHLICHTPALIH OKCH- "
JC30KCUTEMOTIIOOMHA B JKUBBIX TKaHSX.
[TpocBeurBast U3TyYCHUEM C Pa3THYHBIMU
OUHAMH ~ BOJIH, MOXHO  OIpPEHeyIATh
OKCHUICHAlMI0  TKaHeW, 4YTo  Jeraer
BO3MOXHOH (YHKIHOHAIBHYIO
JIUarHOCTHKY, AHAJIOITMYHO ¢GMPT.
[ManeHne  WHTEHCUBHOCTH  W3JIyYEHHMs
JIa3epHOT0 [JMO0/a, IPOXOJIIEro 4Yepes
MOBEPXHOCTHBIE CJIOU CKaJblla, MO3TOBBIX

o00j04YeK H KOpbl MO3ra, HO He
MPOHUKAIOIIETO  TIyOXKe  HECKOJIBKUX
CaHTHUMETPOB, peructpupyercs Ha

MOBEPXHOCTH TOJIOBBI Ha PACCTOSHUH
HECKOJIBKUX CM OT HCTOYHHKA — Hanbouee
BEpOsATHAs 00IACTh  PacIpOCTPaHEHUS
CBETa OT MCTOYHHKA JI0 IETEKTOPa, TAaKHM
o0Opa3zoM, uMmeeT OaHaHOBUIHYIO (opMmy
(puc. 5b). OmuH M TOT Xe JETEKTOp
MOXET yJIaBIMBAaTh CBET OT Pa3HBIX
UCTOYHUKOB (puc. 5B). Manumynupys
pacCTOSHHEM MEXIYy HCTOYHHUKOM U
JIETEKTOPOM, MOYKHO BapbHPOBATH
ryOuHy 00NacTH, CKBO3b KOTOPYIO
MpoIIeN 3aperMCTPUPOBAHHBINA  CUTHAI,
yeM OoJbllle PACCTOSIHUE HCTOYHHK-
JIETeKTop, TeM  IiyOmHa  Ooiblue.
YBenuueHne KOJM4YecTBa Hap MCTOYHHUK-
NPUEMHUK TOBBINACT  Pa3PEIIAOLIYIO
CIIOCOOHOCTh ~ METOJA  BIUIOTH  JIO
TEOPETUYECKOro  mpezena  (COrjaacHo
CIIENCTBUIO M3 Teopembl KoTenbHHKOBa-
[llennona; puc. 5B).

B ormmume or PMPT, wusMmeHeHwus,
peructpupyemble npu nmomm OT, He
KOPPENUPYIOT € CHCTEMAaTHYCCKAMU
MUPKYJIATOPHBIMHU H3MEHEHHUSIMU B
KpyIHBIX  aprepusix, Tak kak OT
OIIGHMBACT KOHIICHTPALUIO T'€MOTJIO0HMHA
B MEJIKHX COCYZax: apTepHuiiaX, BEHyIax, a
TaKke Kamwusipax. TakuM —o0pasowm,
W3MCHCHHE KOHIICHTpPAIlMA OKCH- U
JI€30KCH- reMOorJIO01Ha, KOTOpOE
BO3MOXHO omnpeaenuTs npu nomouu OT,
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OonpIlle  KOppenupyeT ¢ HW3MEHEHHEM
JIOKQJIBHOTO  KPOBOTOKA, H3MEPSEMOTO
METOJIOM MO3UTPOHHO-3MHUCCUOHHOM
tomorpagun  (II9T). bomee  Toro,
a[VIMTUBHASL MPUPOJA METOJa M3MEPCHUsI
KOHILICHTPAL[HU reMorJioonHa
OTHOCHTENIBHO [IByX OTHEIBHBIX JJIHH
BOJIH CBETa, a BCIIEJCTBHE ATOTO JIydlliee
COOTHOUICHHH CHTHAJ-IIYM B OTJIUYHE OT
MHIUBHIYAIbHBIX KOPPENSATOB OKCH- U
JIe30CUIeMOTJIO0ONHA, JeJaeT 3TOT METOJ

Hanbomee IIPUBJIEKATEIIbHBIM e
CPaBHEHMS PE3yJbTaTOB, IOJYYEHHBIX
pa3HbIMM  METOJaMM,  HU3MEPAIOILIUMU

uzMeHenne kpootoka (GMPT, TIIOT,
OK), Tak ¥ Ipu CpPaBHEHHWH Pa3IUYHBIX
Bo3pacTHBIX rpynn (Minagawa-Kawai et
al. 2006, 2007, 2008).

NIRS monpasnensercs
HaMH BbIIIC TakK Ha3bIBACMY1O
«MEJICHHYIO» (obnanaromtyro
BpeMeHHbIM paspemienueMm 0,3-0,5 Hz)
BOLD-3aBucumyto u «ObIcTpyto» (Tak
Ha3bIBaMblii fast optical imaging, wm fast
NIRS). C mnomompto Obictpoii  NIRS
MOYHO 3aperuCTPUPOBATH TaK
Ha3bIBAEMYI0 BBI3BaHHYIO ONTHYECKYIO
aktmBHOCcTh wmian Event-Related Optical
Signal (Gratton et al., 1997; Rinne et al.,
1999). B ocnoBe mmnmncekyHaHoro NIRS

Ha OIMCAHHYIO

JEKAT HU3MepeHre HU3MEHCHHSI
pacceMBaHHMs ~CBETa HA  KJIETOYHOI
MeMmOpane. I[lpupoza 3THX H3MEHCHHU

elmle He M3y4eHa [0 KOHIA, XOTS H
BBIJIBHYTA HJIEs O BKJIaJe B 3TOT IpoLece
KOH()OPMAITMOHHBIX W3MEHEHHUH
MEeMOpaHHBIX 0eJKOoB, BBIOpOCa
HEeWpOMeTuaTopoB, peopraHu3anum
KOMIIOHEHTOB LIUTOCKEJICTa, H3MCHCHHUE
o0beMa KJIETOK, BBI3BAaHHBIX
TpaHCMEeMOpPaHHBIMH HOHHBIMH TOKaMH, a
U TaKXKe 3aXBaTa KaJus KICTKaMH IJIUH
(Gratton&Fabiani, 2003).

Rinne wu xomreram (1999) ynamock
3apEeruCTpPUPOBAThH BBI3BAHHYIO
ONTHYECKYI0 AKTUBHOCTh, CXOJHYIO IO
coer mmHamuke ¢ BII. B oddball
IKCIEPUMEHTE C YHCTHIMH TOHAMH UM

YAAJOCh 3apETUCTPUPOBATH ONTHUYCCKHIA
(NIRS) anamor HP (MMN) c nukom
okouio 150 MummucexyHa.

NIRS JTaHHBIC, [IOJIyYEHHBIE B
uccnepoBannu Peria u xommer (2003) —
npumep MemieHHoro NIRS.  ABrtopsr
3aperucTPUPOBAIN AaKTUBHOCTH CITyXOBOH
KOpbl HOBOPOXICHHBIX B OTBET Ha
HIPEAbSBICHUE a) OOBIKHOBEHHBIX
peueBbix ctumysioB (Forward Speech), b)
peud, BOCIPOM3BEICHHOH B 00paTHOM
nopsiake (backward speech) u ¢) THIIHHEL
Wx wuccnenoBaHue SBISETCS OJHUM U3
OnecTsmmx PUMEPOB U3YYCHHUS
JaTepalu3aldil  peyeBod  (QYHKUUH Y
HOBOPOKIeHHBIX. Ha puc. 6 BHAHO, 4TO
UMEHHO B JICBOM HOJTyLIapUH
AMIUIUTYJHbIe TUKH KPUBBIX H3MCHEHUS
o0meld  KOHIEHTpAIlMM  IeMOTJIO0MHA
UMEIOT  OONBIIYI0  BEIUYHHY  IIpU
MPEIbSIBICHHA PEOCHKY OOBIKHOBEHHOU
peun (forward speech) mo cpaBHeHuio ¢
OTBETaMH Ha CTHMYJIbI, PE/ICTABIISIIOLIHE
co0Oif  peub, BOCIPOM3BEICHHYIO B
obpatHom mopsiake (backward speech),
TOrga Kak copaBa — 9Ta pasHHUIA
MPEeHEOPESIKUTENHFHO MaIa.

Iensto OT wuccnemoBanust Minagawa-
Kawai wu komter (Minagawa-Kawai et
al., 2007; Minaga-Kawai et al., in prep.),
9300 U3y4YEeHUE JlaTepanu3aniu
BOCIIPUSATHS ~ HEPEYEBBIX  CTUMYJIOB,
00JIaa0IUX Pa3HbIMA BPEMEHHBIMH H
CHEKTPAIbHBIMH ~ XapaKTEPUCTUKAMHU, B
MO3Te HOBOPOXKICHHBIX (pHC. 7), a TaKxKe
CpaBHEHHE NIRS OTBETOB
HOBOPOX/ICHHBIX C IaHHBIMA WU3MCHEHHS
JIOKAJIBHOTO KpPOBOTOKa (UJIK),
nonyueHubiMu B I[I9T wuccnenoBanuun
B3pOCJBLIX B OTBET Ha MPCABABICHHUC
OJIHUX U TEX K& CTUMYJIOB u3 (Zatorre and
Belin, 2001). B nmanHOM wuCCIEIOBaHHU

HCIIOJIb30BaJIach BUK CHUCTEMA,
clieJIaHHas B JienapTaMeHTe
Memumackon du3uku, UCL,

BemukoOpuranus (mmaer Boaa 780 and
850 um) (puc. 5T). ITo Teopun Zatorre u
Belin, y B3pocnbix wuHpOpMalus 00
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PacnonoxeHwe MCTOYHMK-
Jetekrop nap

CymmapHble KpuBble
M3MEHEeHWA KOHLeHTpaLWK
remornobuHa (total
hemoglobin, HR)

MonyBod TwwwuHa
KpacHbld OBbIKHOBEHHa
peub

3eneHbld Pedb,
BOCMpoW3BeaeHHaa B
obpaTHOM nopsagke

Puc.

12 1
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6. Ilpumep NIRS uccrnedosanus axmu@HOCMU CAYX0B8OU KOPbl

HogopodcOennvix. Kpacuvie mouxku — ucmounuxu ceema. Ionybvie —
Odemexmopbl. [lanuvie cnpoeyuposanvt Ha cmpykmypuviti MPT. 6 kaunanos,

JeAHCAWUX HA NepecedyeHuy JTUHULL Nap UCMOYHUK-OeMeKmopos
Pacnonazaromcsi Hao O0OAACMbIO  CIYXO0B0U  KOPbL.

Kaxk pas
Ocmanvhvie Kananwi

pacnoaazaromes Hao @poumo-napuemanvrvivu odracmamu u Cunguegoil
bopo3sooti. (Peiia M, Maki et al., Proc Natl Acad Sci U S A. 2003.
Ilpusooumcs c paspewenus National Academy of Sciences).

HU3MCHCHUU CHIEKTPAJIBHBIX W BPEMEHHBIX

XapakTEPUCTUK  PEYEBBIX  CTUMYJIOB
oOpabaTbIBaeTcs B Ppa3In4HBIX
MOy LIAPHUSIX.

Bwmecte ¢ TEM, COIJIaCHO COBPEMEHHBIM

MPEACTABICHUSIM 0 CTPYKTYpPHO-
(hyHKIIMOHATIFHON OpTaHU3AIMH CITyXOBOU
KOPBI (Kaas et al., 1999),

MOJPA3CIIAIONIMM ¢¢ Ha core, belt u
parabelt (BMecTO XOpOIIO H3BECTHHIX

MEPBUYHOI, BTOPUYHOM, u
acCOLMATUBHOM),  WM3BWIMHA  Xelulsi
(Heshl Gyrus) u Superior Temporal Gyrus
(STG) OKa3bIBAIOTCS B PasHBIX
moapa3ieieHusix — core u belt —
COOTBETCTBEHHO. Oror ¢axt
oIpa3yMeBacT G depeHIHaTbHYIO
BOBJICUCHHOCTb 00OUX CTPYKTYp B
mporiecc 00paboTKu Ppa3HBIX

XapaKTepUCTUK CIyXOBOW HH(OpManuu
(Rauschecker et al, 1995).
JHetictutensHo, B [I9T wuccnenoBanuu
ObUIO TPOJEMOHCTPHPOBAHO, 4YTO  Ha
YpOBHE HW3BWIMHBI XelUll BpPEMEHHbIE
XapaKTepUCTUKH  Oonee 3 PEeKTUBHO
00pabaThIBAICh B JIEBOM MOJIYIIAPHUH,
torna kak Ha ypoBHe STG akTuBamus,
cBs3aHHAs ¢ 00pabOTKOM CIIEKTPaIbHBIX
XapaKTEpUCTUK Oblla  CHIbHEE, YeM
aKTUBAIMsi, CBS3aHHaI C 0OpaboTKoU
BPEMEHHBIX ~TapamerpoB. llomydeHHas

pasHuna Obuta OoJpIle cCIpaBa, dTO
COBIIafaeT c TEOPETHYECKUMHU
MMpeaACTaBJICHUAMU aBTOPOB

(Zatorre&Belin, 2001). Cpasuenne NJIK
pe3ynbraroB B3pocibix 1 OT pesynbraros
JeTeil  Tokasajo, 4YTO Ha  ypOBHE
HEPBUYHBIX CIIYXOBBIX IICHTPOB MO3TOBBIC
AKTHBaLUH CBHJCTEIbCTBYIOT 00
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Puc. 7. Cpasnenue I19T pezynomamos e3pocivix (Zatorre u Belin , Cerebral
Cortex, 2001, ¢ paspewenusi Oxford University Press) (Oanuvie uz00padicervl
Ha yueprom one cnpasa) u NIRS Oannvix mnadenyes (cresa) (Minagawa-
Kawai et al., 2007) 6 uccreoosanuu ougpgpepernyuanrvroii 06pabomku
CNEKMPANLHBIX U BPEMEHHBIX XAPAKMEPUCTNUK MEXHCOY NOTYMUAPUAMU
2011061020 Mo32a. Cneea npugedenvl CmamucmuiecKue Kapmol akmusayul
no kasicoomy uz 9 NIRS kananos , 06pazoeanuwix uCMoYHUK-0emeKmop
napamu (wecmov Ha 8006PA’CAEMOU TUHUU, COOUHAIOUEU UCOYHUK U
demeKkmop Ha paccmosHuu 2,5 cm (201y0ble Kpys#couku) u mpu -- 4 cm
(orcenmote). Ocoboe sHUMAHUE cledyen 00pamums Ha UOEHMUYHOCHb
pe3yavmamog oemeli U 83pOCAbIX 8 U3GUNUHE Xeulisl — NePBUYHOIL CTYX0801l
obaacmu u paziuyue — 8 oonacmu Superior Temporal Gyrus.

HWAECHTHIHOCTH MIPOLIECCOB
nuddepenmansHOR 00paboTku
CIIEKTPAJIbHOM u BPEMEHHOU

uHdopmanum, Torna Kak Ha ypoBHe belt
(OHOS[CI)IBaIOH_lI/IX INEPBHUYHBIC CJIYXOBbIC

30HBI) obacreit y MJIaJICHIIEB
MEXKITOTY IAPHOM aCUMMETPHU HE
Habmoanock (puc. 7).

Ham u JpyTHe 9KCIIEPUMEHTBI

nokaspiBatoT, uto OT MeTon MoxeT ObITh
YCIEUIHO MCIOJB30BaH B HCCIEIOBAHUAX
acCUMMETpUM MoO3Ta U JaTepaau3aluu
KOTHUTHUBHBIX (yHKIMHA. HecMoTps Ha ToO,

9TO oT ycTymnaer GMPT B
MIPOCTPAHCTBEHHOM Da3pelIeHUH, TEM He
MEHEEe, B BO3PAaCTHOM M CpPaBHUTEIbHOU
NCUXO(GHU3HOJIOTHA Yy TEPBOI0  MeToja
UMCECTCA OFpOMHbIﬁ IIOTCHIHUAJ.

Wrak, xpatkuéi 0030p pabor 1O
UCCIICIOBAHUIO AKTUBHOCTH Mo3ra
MIIaJICHIIEB U AeTell MiaJIero Bo3pacTa,
BBIIIOJIHEHHBIX B Pa3HOE BpeMs aBTOPAMH
JIAHHOM CTaThM, a TaKXe pe3yJIbTaThl
I/ICCJ'Ie[lOBaHl/Iﬁ APYTUX T'pyHIl MMO3BOJIAIOT
C/IeNaTh CIEAYIONINE BBIBOIBI:
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e Omaromaps Pa3BUTHIO
HU3KOWHBA3UBHBIX METOA0B
KapTUpOBaHHUs Mo3ra, ocodeHHo MOI
u OT, pacmmpsercs  Kpyr
BO3MOXKHOCTEH Ui MCCIICIOBAHUS
OHTOIeHE3a KOTHHUTHBHBIX (QyHKIHI
YeJoBeKa B paHHEM BO3pacTe;

Onarogapst  AocTwkeHHsAM  (usukwy,
WH)KEHEPUH, IPUKIAHON MaTeMaTHKH,
NPOTrPaMMHUPOBAHUS, CTaTUCTUKU |
HHTErpannuu BBIIIECYTIOMSIHY TBIX
obnacreil ¢ OMOJIOTrHUH U IICHXOJIOTUEH,
MBI MOXKEM HaOJI0JaTh ¢ HEOObIYaliHO
BBICOKHM IIPOCTPAaHCTBEHHO-
BPEMEHHBIM paspelieHneM 3a,
IMPaKTU4YCCKHU, MI'HOBCHHBIMHU
NpOLIECCaMH,  CONOCTABUMBIMH  TIO
BpEMEHHU c JTUHAMHKOM
MTOCTCHHANTHYECKON aKTHUBHOCTH WIIH
Jaxe paspsizamu TIOITYJISIIH
HEHPOHOB WJIM OJMHOYHOIO HEWpPOHA,
MPOUCXOAIIMMHU B PACTYIIEM MO3TE;

Gnaronaps CO3JJAHUIO0 HOBBIX
MPOTPAMMHBIX TPOJYKTOB B 001acTH
00paboOTKM  CcHWTHanma,  TOSBISCTCS
BO3MOXKHOCTb MHTErPUPOBATh
uHpopMmanuio,  IMOJYYEHHYI  IpH
MOMOIIM Pa3IMYHBIX METOJIOB K
npumepy, M/93I" u f/MPT, nosblimas
TakuM o0pa3oM HH()OPMATHBHOCTH
METOJI0B KapTHPOBaHMS MO3Ta.
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[Ipobnema BHUMaHHA, TaKXkKe Kak H
mpobiemMa  CO3HAaHWSA, OTHOCHUTCA K
BEYHBIM NPOOJIEMaM ICUXOJIOTUH, O YEM
CBHUJICTENBCTBYIOT IPUBCICHHBIE HIXKE
LIUTaTHI.

«Kaxnaplii 3HaeT, YTO Takoe BHUMAaHHUE.
310, KOTrJ]a pa3yM OXBaThIBA€T B SICHOH U
OTUYEeTINBON (hopMe HEUYTO, B YEM BHIUTCS
OTHOBPEMECHHO HECKOJBKO BO3MOKHBIX
00BEKTOB A XOJIOB MBICJIHL.
CocpenoToueHue, KOHIICHTPAIUS
CO3HAaHHUS — BOT ero cyTtb. OHO O3Hayaer
OTBJICUEHHE OT OJHUX BEIIEH paau TOro,
4T00BI 3 (HheKTHBHO PabOTaTh C APYTHMUY
(James, 1890).

«Teopust BHUMaHUSI — 3TO >KU3HEHHBIN
HEpB BCEH CHCTEMBI IICHXOJOTHYECKUX
MOHATHH, ¥ TI0 TOMY, KaK JIIOAU CyIST O
HEM, HMX caMuX OyIyT CyIuTh INepex
BEPXOBHBIM cyaom TICXOJIOT I
(Tutuenep, 1914).

«BHUMaHue J0JIT0 MO3UIMOHUPYETCS Kak
TIIaBHBIA BBI3OB Tmicuxoiory» (Pashler,
1998)

3a oAbl HUCCICAOBAHHUA BHUMAHHA OBLIO
NPEATI0KEHO OOJIBIIOE YUCIO Pa3IUuHbIX
ONHCaHUN u Teopuil BHMMaHHI. B
Pa3MYHBIX KOHTEKCTaX OHO OITMCHIBAJIOCH
Kak (QuiIbTp, OYTBUIOYHOE TOPJIBIIIKO,
NpoLeCChl  BHIOOPA, HHTEJUICKTyaJbHbIC
yCwmus, peTyIHpOBaHHE obpa3a,
pecypcesl | T.4.

B MOHOTpaduu oz penaxueit
M.N.ITo3uepa (Posner, 2004) npuBonsTcs
JAaHHBIE O KOJHMYECTBE ITyOJIMKaluii,
BhIMyckaeMbIx ¢ 1960 rona no 2003 rox B
paMKax ISTH KIIFOYEBBIX CJIOB: BHUMaHHE,
HaMsTh, MO3HAaHUE (cognition),
BocnpusTHe, oOydyeHue. Kak oxasanocs,
YUCIIO MyOIMKAIiA 0 BHUMaHUIO ¢ 1960
rojia BBIPOCIO TOYTH B TpH pasa. [lpu
TOM Ommkaimme mudpel OTHOCATCA K
naMATH, TIIe quCcNo  IyOMuKanui
yBEIMYWIOCH moytd B 1,5 paza
(Cavanagh, 2004). D10 00OCTOATEILCTBO
JIeJIaeT 3a/a4y IOJHOTO 0030pa padoT mo
BHUMAaHUIO B paMKax 0OBIYHOM
nyOJMKalMK  €ABa JIM  BBINOJIHHUMOHM.
[TosTOMY MBI pelIMIN OCTaHOBUTHCS Ha
OCHOBHBIX NPOOJIEMax BHUMAHMUS.

IIporpecc SKCIIEPUMEHTAIIBHBIX
UCCIIeIOBAaHUH U Bce OoJiee TOMHBINA yueT

HEHPOPHU3HOIOTHICCKUX JTaHHBIX
TIO3BOJIAIA [POJIEMOHCTPUPOBATH
pasHooOpa3ue  (GopM  BHUMAHHA W

CO3HAaHUA U MHOT'OYPOBHEBOCTD JICKAIIINX
B X OCHOBC IPOLICCCOB.

OOpaTuMcss K PacCMOTPEHHIO HCTOPUH
Bompoca. Briepsble mpoOinema BHUMaHKA B

KOHTEKCTE 9KCIEPUMEHTAIBHOM
NICUXOJIOTUH OblIa HW3JI0KEHa B KHHUTE
Opuranckoro  ncuxonora  JloHambaa
Bponbenra «Bocmpustue u
koMMyHuKanus»  (1958)  (Broadbent,
1958), rme BHUMaHHE CPaBHUBAIOCH C
(UIBTPOM,  OCYIICCTBISIFOIIAM  OTOOp

HHPOPMALIUN U TPEIOXPAHIIONIAM KaHaI
nepeqadd WHOOPMAIMKA OT TIEPETPY3KH.
Ha OCHOBAHUU COOCTBEHHBIX
HCCIIeIOBaHMM, a Takxke JaHHbIX K. Ueppw,
J.Bpon0OeHT BBIBUHYN UIEK0 paHHEH
CEJICKIIUM U TIOJIOKUII HaYaJI0 MHOXKECTBY
WCCIIEIOBAaHUH, TOCBSIIEHHBIX BOMPOCY O
TOM, TJIC PacIoJIoKeH QuibTp (puc. 1).
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Puc. 1. I'paguueckoe conocmasnenue mpex meopuil énumanust: Bpoobenma
(nasepxy), Tpeticman (cepeduna) u Joiiueil (6Husy).

Tpu wMeHM CBs3aHBl C HaYaJIbHBIM
3TAallOM  HCCIEJOBAaHWH, IOCBSIICHHBIX
BHUMAHHUIO Kak TIIporeccy (uIbTpanuy,
3TO J.bpon6enr, KUeppu wu
H.Moppeii.

Monenb J.Bponbenra (1958)
WITIOCTPUPYET LEHTPAIBHBIC MOJI0KEHHS
meopuu  Qurompa.  D1a  TEopus,
Has3blBaeMasi MOJENBI0 C (HIbTpALHUCH,
CBsA3aHa c TaK Ha3bIBAEMO
«OIHOKaHAJIbHOU TEOpHUEH» u
npeznonaraeT Hanuuue (QUiIbTpa Ha/Wiau
HETIOCPEICTBEHHO nepen craauen
HEPLENTHBHOIO aHAIN3a, IO3TOMY B OAUH
MOMEHT BPEMEHH MOXKET OBbITh BOCIPHHAT
TOJBKO OJMH cTuMyJ. Korna nBa ctumyia
MIPEABSBISIOTCS  OJHOBPEMEHHO, OJUH
BOCIIPHHUMAETCSl HEMEJICHHO, B  TO
BpeMsi Kak ceHcopHas uHpopmanus,
COOTBETCTBYIOIIAs BTOPOMY, KOPOTKOE
BpeMsI YIEePIKUBACTCS BUZE
HeoOpaboTaHHOTO crena o0Opasa.

B

Ha6monatens MOXKET HAaIPaBHUTh
BHHMaHHUE Ha MOAOOHbIE CIIeAbl 1 00pa3bl
Y BOCIIPUHATH HX COJCPIKAHHUE, HO TOJBKO
mocie  TOro, Kak OydeT 3akoHYeHa
neprenTuBHas ~ o0OpaboTKa  MEpBOTO
coobmenns. CorimacHo 3TOH MOIENH,
BOCIIPUSTHE KOHTPOJIMPYETCs] BHUMAHUEM

(puc. 1).

Yonnopd c coasr. (1993) (Waldorff et
al.,1993) mokazamu, 4UYro BBI3BAHHEIC
norenmansl (BII) Ha ciryxoBble CHTHAIBL,
OpUXOAAINMEe OT yXa, Ha KOTOpoe
HAaIIpaBJICHO BHUMAaHHE, UMEIOT OOJIBLIYIO
aMIUIMTyy B nuanaszoHe 20-50 mc mocne

Havasa TPEIbSBICHUS CTUMYyIIA.
Awnanornynbsie (aKkThl TONYYCHBI W TPH
HCCIICIOBAaHUH 3peHus, rie
MOIyTupyromee  00paboTKy  CHUTHaiA

BJIMSHHE MPOCTPAHCTBEHHOIO BHHMAaHHMS
HauMHAeT ckas3biBaThecs udepe3 80-90 mc
(Xumesipn, Anno-Benro,1998) (puc. 2).
Croyib  paHHHE WPOSBICHUS BHHMAaHUS
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Puc. 2. Tunuunas KapmuHa U3MeHeHUl C/IYX06blX 6bI36AHHbIX NOMEHYUAIO8

mosea (ERP)
PACNoN0dCeHUY CIMUMYIA.

MOTJIM OBl TOBOPUTH O TOM, 4YTO
KOpTHKaNbHasi 00pabOTKa CEHCOPHOU
uHpopmanuu c camoro Hayaa
MOZYJIHPYETCS BHHMAaHHUEM. 310

O3HayaeT, u4ro u3MeHeHnus B BII
HaOJII0Jal0TCSl MHOTO PaHbllle, YeM MOTYT
OBITH WICHTU(ULIUPOBAHBI rojoc
TOBOPSIIIETO MM 3HAYECHHE COOOIICHUSL.

bpuranckuii  yuenbiii Komun UYeppu,
aHaIM3Upysl NMpoOJIeMy Tak Ha3bIBAGMON
KOKTEWIb BEUCPHUHKH»,  HaIled, YTO
CIOCOOHOCTh MOJJEPKUBAaTh BHHMAaHHE
Ha HEKOTOPOM BBIODAHHOM 3BYKOBOM
KaHaJleé OCHOBBIBAETCS Ha CIOCOOHOCTH
UCIIOIB30BAaTh OIIpe/IeJICHHbIE
(usnueckre XapaKTepUCTUKH, HAIPUMED,
TI0JI TOBOPSILIIETO, TPOMKOCTh COOOIIEHMUS,
Jokanm3anuio ucroynuka u t.4. (Cherry,
1953). Korma K.YUeppu mpenssBisin aBa
cooOIeHns,  IeperaBaeMble  OJHHUM
roJoCcOM OIHOBPEMEHHO B o00a yxa,
YCTpaHUB, TakuM 00pa3oM, (usuueckue
pasiM4us, CilIymarelasM ObUI0  O4YeHb
TPYOHO pa3lelMTh 3TH [Ba COOOIICHUS
TOJIBKO Ha OCHOBAaHMHM HX 3HAUYCHUA

(1953).

npu KOHyehmpayuu 6HUMAHUA HA NPpoCmMpanCmeeHHOM

Uccnenosanms K.Ueppu (Cherry, 1953)

MIPUBEIH K paspabotke
IKCIIEPUMEHTAIBHOM MpPOLIEAYPHI,
Ha3bIBAEMOI 3aTCHCHUE (shadow)

(npennonaraercsi, 4TO 3TOT TEPMHUH B3ST
U3 TCXHUKU IKHUBOIIMCH, TIAC OTTCHUTH
O3Ha4yacT BBIJICIIUTH ‘lTO-J'lI/I6O us3
OKPY>KCHUS). B 3TOM METOJINKE
UCTIBITYEMOMY JMXOTHYECKH
NPEABSBISUINCH  OJHOBPEMEHHO  JiBa
CIIyXOBBIX COOOIICHHSA, OIHO W3 HHUX
JIOJDKHO OBITH «OTTEHEHO» (TO, KOTOpOE
OH JIOJDKEH MOBTOPUTH YCTHO), a IPYTOE —
npourHopuposano. K.Ueppu oOHapyxm,
9TO,  HECMOTpA Ha  CIIOCOOHOCTH
UCTIBITYEMBIX K 3aT€HEHHIO COOOIICHUH,
OHM  3alOMUHAJIM  JOBOJBHO  MaJio
uHdopmanmu. Bo3MoxkHO,  OCHOBHas
4acTh 00paboTku uHpopmanuu
MIPOHCXOIUIIA B KpaTKOBPEMEHHOM
aMsTH, MOATOMY OTCYTCTBOBAJIO
MOCTOSTHHOE XpaHCHHE W ITOHWMAaHHE
coobmernsa. CooOImeHne, KOTOPOMY He
VACTAIIOCh  BHUMAHHUS, 3allOMHHAIOCH
HamHOTO Xyke. Korzma B kadecTBe Takoro
cooOrieHus MIPEIBSIBISLIACH peds,
UCTIBITYEMbIE OTMEYaJH, YTO PACIO3HAIOT

152 |
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ee Kak peuyb. Ho korga B urHopupyemom
KaHajle aHIJIMMCKMH  SA3BIK  CMEHSUICS
HEMELIKUM, WU MIpeIbSBIIACH
NepeBepHyTasl aHTJIMHACKas pedyb, OHU
3TOr0 HE 3aMeYalld.

H.Mopeit (Moray, 1959) nokasan, dro
uHbopManus, MOCTYyMAoImas Ha
WUTHOPHPYEMOE yXO, HE 3allOMHHalach
HUCHOBITYCMBIM, XOTd HCEKOTOPBLIC CJIOBa
npenwsBasumch 35 pa3. Torma H.Mopeit
cJienal Ba)KHBIM IIar, COCTOSIIIIUN B TOM,
YTO COOOILICHUIO B UITHOPUPYEMOM KaHaje
NpPE/ALIECTBOBAIO  COOCTBEHHOE  HMMs
UCIIBITyeMoro. B aToM ciydae npumMepHO
B TPETH CIy4aeB HCIBITYEMbIE 3aMeyaly
coocTBenHpie uMeHa. Haiicep (Neisser,
1969) B aHANIOTUYHOM JKCIIEPHMEHTE CO
3pUTENBHBIME ~ CTUMYJIAMH  ITOJYYHII
pe3yNbTaThl, CXOIHBIE C pE3YIbTaTaMU
H.Mopes. UcnbiTyemble OODKHBI ObLIN
YUTaTb BCIYX OCMBICIICHHBIII TEKCT U
HNI'HOPUPOBATH CJIOBa, HaricyaTaHHbIC
KpacHbIM  mpu(TOM  mOx  KaKaoH
CTPOUKOI 0TOMpPaeMoro TEKCTa.
UcnpityemMble HEe  y3HaBaJM  CJIOBA,
MPEACTaBICHHBIE HA  WTHOPHUPYEMBIX
CTpOKax, JAake TOra, KOrAa OJJHO U TO XKe
CIIOBO TOBTOPSJIOCH  HECKOJBKO  Pas.
OpHako  7BE  TPeTH  HCIBITYEMBIX
3aMETWIM CBOM COOCTBEHHbIE HMEHA B
OTBEPraeMbIX CTPOKaX.

IToneITaemcs
Bponbenra.

pe3IOMHPOBaTh  MOJIEINb

On JIOITyCTUI
CYILLIECTBOBaHHUE MOCIIEIOBATEILHOCTH
TPeX DJEMEHTOB:  KPaTKOBPEMEHHOT'O
XpaHWIMIA (S-CHCTEMBI), CEIEKTUBHOTO
¢unpTpa W KaHalma C OIPaHUYCHHOM
MpPOIYCKHOW criocoOHocThio (P-cuctembr)

(puc. 1). OnHOBpPEMEHHBIC CTUMYJIBI
MOCTYNAlOT B S-CUCTEMY, U TaM OHHU
aAHATM3UPYIOTCS o ¢dusnIecKuM

NpU3HaKaM, TaKUM, HalpEMep Kak TeMOp
ronoca. Kakoro 5m0o0 yCTaHOBJIEHHOTO
npezena MPOIyCKHOM CIocoOHOCTH — S-
cucTeMbl He cymiecTByeT. CeleKTHBHBIH
CTUMyJ]l TpOIycKaeT B P-cucremy Te
CTUMYJIB, KOTOpbIE MOCTYNAaWT IO
0003HaUYCHHOMY «KAHATY». Kanan

3aaercs nro0oi ¢busnueckoii
XapaKTCPUCTHKON, Ha KOTOPYIO (HIBTP
MOXKET OBITh HACTpPOEH. Bbonee
THIATENBHBIA  TEPICNTUBHBIA  aHAIN3
BhITIONIHSIETCSL B P-cucteMe. OTa cucrema
MOCTICIOBATEIBHO Pa0OTACT C MPUHITHIMHA
CTHUMYJaMH, ¥ BpeMsl, 3aTpaueHHOEe Ha
KaX[blii CTUMYJI, 3aBUCUT OT KOJIMYECTBA
uHpOpMAIIUK, KOTOPYIO OTOT CTUMYI
nepeaer. Korma P-cucrema
ocBoOOXxaercsi,  (uibTp  MO3BOIISET
MOCTYIHUTh HOBOMY CTUMYJy. Takum
00pazom, Korma JiBa CTHMYJIa
MPEABABIIAIOTCA OIHOBPEMECHHO, OHHU
OyayT 00paboTaHbI MOC/IEAOBATEIBLHO, HO
TONIKO eCi  TepepaboTKa  IEpBOTO
3aKOHYUTCS TIPEKIEC, YeM CIeIl BTOPOrO
yracHeT B S-cucteme. Teopust ¢uiabTpa
TpakTyeT C(HOKyCHUPOBAHHOE BHHUMAHHUE
KaK HACTPOHMKYy (UIbTpa Ha CENEKIIHIO

OIIPENICNICHHOTO  KJlacca CTUMYJIOB H
oTtBepxeHnue ocranbHbiX. (Broadbent,
1970).

Teopus unbTpanuu bpondenta He Moria
OOBSCHUTH 3TH  JaHHBIC, TaK Kak
Ipenroarajoch, 4ro CeJeKIHs BeoeTcs
Ha OCHOBE (DU3MYECKHX XapaKTEePHCTHK
CHTHAJIa ¥ TIEPEKIIIOYCHNE BHUMAHHS He
JOJDKHO OBITH CBSI3aHO C COJEpIKaHHEM
coobmenns. Ceppe3Hyl0 KpPUTHKY 3Ta
TEOpUst TONy4wsia Ojarozapsi OIBITaM
I'pes u Bennepbepua (Gray,
Weddernburn, 1960). Onu npeabsBisim
yepe3 JIeBOE U IPaBOE€ yXO CIOTIH,
COCTaBJISIIOLIIE BMECTE€ OJHO CJIOBO, H
crmyvaiiHple UMGpPBL, Tak 4YTO, KOrga B
OJTHOM yXe CIBIIIANCS CJOr, B JPYroMm
ciprmanacsk mudpa. Hampumep:

JleBoe yxo [MpaBoe yxo
Obb 6
2 EK
VB 9

Ecnu Teopust ¢ ¢unbrpaumeit bpondenra
BEpPHa, TO MWCOBITYEMble, KOIAa HX
IIpOCUJIN IOBTOPHUTH TO, 4qTo OHU
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CIBIIIAJM Yepe3 OJAWH KaHajl, JOJDKHBI
ObLIH MMPOMU3HECTH HCYTO HEBHATHOC —
HarpuMmep, «o0-1Ba-TuB». Ho BMecTo
9TOr0 OHU TOBOPHWJIM CJIOBO «OOBEKTHBY,
JEMOHCTPUPYSl TE€M  CaMbiM  CBOIO
CIOCOOHOCTh OBICTPO TEPEKIIOYAThCS C
OJIHOTO KaHajlla Ha Jpyrod. B apyrom
skcriepuMerTe I'peit m  Benmepbepn
HCTIONIB30BATM Ty K€ CaMyl0 NPOLEIypY,
HO BMECTO CJIOTOB IPEIbABISIIN (pasbl
tuna «Kaxoro uepray:

JleBoe yxo MpaBoe yxo

Kakoro 3
5 yepTa

Pan HcclenoBaTeiei IIpEeACTaBUI
I/IHTepeCHI)Ie JaHHBbIC, nonyquHme
Onaromapsi ~ HCIIOJIL30BAHUIO  KOXKHO-
ranpBanuueckoil peakuuu (KI'P). Taxk,
HaTpuMep, B dKcHepuMeHTax KopTul u
Byn (Corteen, Wood, 1972) Bcien 3a
cJI0BaMH, OO0OO3HAYAIOIIMMHU  Ha3BaHUS
TOPOJIOB, CIICAOBAN yIap AJIEKTPHUCCKIM
TOKOM. BriocieicTBim Ha3BaHUS TOPOJIOB,
KOTOpBIE OBLIM BKITIOYECHBI B OTBEPraeMoe
coobmienne, yacto BeI3bBand KI'P, xorsd
HUKOTJ]a CO3HATEILHO HE OIO3HABAJIMCH.

Bce  BbllIenpuBEICHHBIE — PE3YNbTAaThI
SIBUJINCH CEPHE3HBIM YAAPOM IS TEOPHH
¢unpTpanuu bponbenra.

A.Tpeiicman  yuennna  J[.bpondenta
pa3paboTtajia MOIUGBHUKAIIMIO €r0 MOICIIH,
M3BECTHYIO KaK Teopusi OciallieHus
(1964), KOTOPYIO Bponbent
BrocsreacTBur npunsia (Broadbent 1964).
Orta  Teopus  mpeAnonaraia,  4To
HEKOTOPKIC COOOIICHHS oymyT
0CJa0NAThCS, HO HE HIHOPHUPOBATHCS
[OJTHOCTBI0 HA OCHOBE HX (HU3MUYESCKUX
cpoiictB (puc. 1). CormacHo Tpeiicman
(Treisman, 1971), cencopnoe cooOrieHue
AKTHBHUPYET B MAaMSATH TMIOTETUYECKHE
«cnoBapHble  emuHUIB. [lopor  mis
CIIOBA, KOTOPOE JIENaeT BEPOSATHBIM
KOHTEKCT, MOHMKACTCSI BpeMeHHO. M3-3a
TaKUX U3MEHEHUI IIOpPOroB

BBICOKO3HAYMMOE WJIM BBICOKOBEPOSITHOE
CIIOBO  OyJeT  BOCHPHUHSATO  BOINPEKH
ocnabjeHu0. BpeMeHHbIC U3MEHCHUS
nopora OOBSICHSIOT JaHHBIE TpeiicMaH,
3aKJIFOYAOIIIECs] B TOM, YTO MCIBITYEMbIE
CIIEAYIOT 3a COJEPKAHUEM COOOIICHMS,
KOTOpO€ HEOXKHIAHHO IEPEKITIOYacTCs ¢
OJIHOTO KaHajna Ha JApyroil. Bor kak
MUUIET 10 3TOMY MOBOAY cama TpeiicMaH:
«Bo3MOXHO, 4YTO KaHAIBHBIA (GUIBTP
TOJILKO ocnabiser  HepeseBaHTHBIE
cooOuieHus, a He OIOKHpyeT uX
nojHocTeio. Ecnm Tak, To ciioBa, OueHb
Ba>XHbIC Ui CYIIECTBECHHBIC JJIsL
YeJOBeKa MOTYT HW3BJIEKAThCS, HECMOTPS
Ha HU3KOE OTHOLICHUE CUTHAI/LIYM, €CIH
MOPOT MX OOHApy>KEHUS BPEMEHHO WIH
MOCTOSIHHO ~ TIOHW)KEH BHYTPH  CaMoOM
CHCTEMbI OIO3HaHWsA cioB. OpHON u3
BO3MOXKHBIX CHCTEM OIIO3HABaHUS CIIOB
MOXET OBITh MEpapXHs MOCIEI0BATEIbHO
BBINTOJTHAEMBIX TECTOB, HUMEIOLINX
OTACTBHBIA BBIXOJ JUIL KaXXA0ro CIIOBa
WM JPYTOW JIMHTBUCTHYECKOW €IUHUIIBI.
J1s1  HEeKOTOpBIX BBIXOAOB KPUTEPUH,
oTpeessIIoLIe pe3yJbTaThl
TECTUPOBAHUSI, MOTYT CHW)KaTbCsl, €CIH
3TOMY CIIOCOOCTBYET KOHTEKCT, WM 3TH
BBIXOZIbI HEJABHO Y)K€ HCIIOJIb30BANINCD,
WIH OHH HMEIOT O0CO0YI0 Ba)KHOCTb.
CooOieHus, ocaadasIeMble TaKUM
(mIBTpOM, MOTYT BBIIEP)KATh TECTHI
TOJIBKO TOTJa, KOTAAa KPUTEPUH CHIKCHBI
B UX IMONb3y, @ MHA4€ OHH HE MOTYT
mpoiitm manpime 1o wuepapxum» (1964,
c.14) (Treisman, 1964).

Conco craBuT B CBOeH MoOHOrpadpuu
CHpaBeUIUBBII BOIPOC O TOM, CIIOCOOCH
JM TIPOCTOM [ENUTENb aHAJIU3UPOBATH
CJIOKHBIE  3JIEMCHTBI  COOOIIEHHS W
TIIATEIBHO ~ IPOBEPATh  UX,  YTOOBI
YBHJIETb, CTOUT MX MPOIYCKaTh WM HET?
W xak oH ycmeBaeT JenaTh BCE 3TO B
MIHOBCHHE OKa, HE OTCTaBas IpHu 3TOM OT
TEKyIIeH TaHOPAaMBbl CIYXOBBIX COOBITHI?
Kak pa3 u3-3a 3THX BOIPOCOB BCIIBIXHYI
CIOp O TOM, KakMe HMEHHO CBOWCTBa
TpeiicMaH  NpUIKCHIBACT  JICJIUTEINIO.
TpeiicMaH MpOsSICHWIA CBOIO MO3ULUIO B

154 |




KOI'HUTUBHBIE NCCJIEJOBAHUS

BHUMAHUA

N.E. KanyHukoB

3aMEUaHHH, CACIaHHOM CICHHAIBHO IS
Conco: «S nmymaro, dYTO aTTEHIOATOP
oOpabaTbiBaeT BCE HEKOHTPOJIHMPYEMbIC
COOOLICHHST OJIMHAKOBO M HE3aBHCHUMO OT
ux COZICpIKaHHUSI. Brusinue ux
BEPOSTHOCTH, CYILIECTBEHHOCTH,
BaXHOCTH M T.II. OIpENENseTCS BHYTPH
CHCTEMBI paclio3HaBaHUS PEUH, TOYHO TaK

ke, KaKk W 01 KOHTPOIMPYEMOIO
BHHUMaHHEM COOOLICHUS, €CIIM  OHO
OPUXOOUT €  HU3KAM  OTHOLIEHHEM
CUTHAJ/IIyM... EnuHCTBEHHOE paznnuue
MEXAY KOHTPOJIHPYEMBIMU u
HEKOHTPOJIMPYEMbIMU COOOIIEHUAMH
COCTOUT B TOM, 9TO y

HEKOHTPOJINPYEMOTO COOOIIeHusT obuiee
OTHOILICHHE CHUTHAT / IIYM YMEHBIICHO

CEJIEKTUBHBIM (buIbETpOM, u
CHENOBATEIPHO, HHYTO M3  TAKOIO
COOOmEeHnss HE  MOXET  BO30YIHTh

JIEKCMYECKHE BXOIbI, 33 HCKIIOYCHUEM
HECKOJIBKHX CJIOB U ()pa3 ¢ HEOOBIYaiHO
HHU3KHAM OPOTOM oOHapyKeHHSI.
ATTeHI0aTOp BEIOUPAET TOJBKO HA OCHOBE
00ImuX (DU3UYECKUX CBOMCTB, TAKUX Kak
JIOKaJM3aIus ¥ KauecTBo rojoca» (1986).
(Iut. mo Conco, 2005).

CuiibHO OTCTymast OT TEOpuH (HUIBTpA,
TpeiicMaH nenaeT BBIBOJ, YTO BO3MOXKHO
pacrpeseneHHoe BHUMaHHE u
napasulenbHast nepepaboTka  MOTYT
MMPOUCXOAUTH IMapalyICIbHO JJId ABYX
OAHOBPEMECHHBIX BXOJHLIX CHUIHAJIOB, HO
TOJIBKO €CIIM OHM HE 3aTpParuBaroOT OJHUX
U Tex ke aHaiauzatopoB. OpHAKO, eciu
OIMH M TOT >K€ aHajJu3aTrop JOJDKCH
paboratpb c  IByMs CTUMYJIaMH,
mepepaboTka 00s13aTeIEHO Oyner
rocnenoBarenbHol (Treisman, 1969).

AnbrepHaTtiBHOE  Teopuu  (uibTpa-
aTTeHI0ATOpa OOBSICHCHHE MPEIOKUIN
Hotia u loita (Deutch, Deutch, 1963), a
no3xe Hopmanu (1968) (Norman 1968), B
CBOCH TEOpPHUU IMO3ITHET0 0TOOpa (CM. pHLC.
1). CormacHo >TOW paAWKaIbHONH MOJCIH,

BCE CHTHAJIBI TIPOXOMST
TIpeIBAPUTEIBHBIN aHaJIN3 B
MEPLENTUBHON  CUCTEME, U Jaiee

[PEANIOYTEHUE OTHACTCS OJHUM  WIU
JIPYTUM COOOIIEHHSM B 3aBUCHMOCTH OT
X CYIUIECTBEHHOCTH WIH «YMECTHOCTI

[0 OTHOIIGHUIO K TeKylled UenH,
crosied  mepen CHUCTEMOM. Onu
MIPEANOIOKUIIH, CYILIECTBOBaHUE

LEHTPAIBHBIX CTPYKTYp, SKBUBAJICHTHBIX
CJIOBapHBIM eauHuuaMm y TpeilcmaHn, HO
MIPEATION0KIIN, YTO BHUMAHHIE HE BIUSET
Ha Ty CTENEHb, B KOTOPOH 3TH CTPYKTYPHI
AKTUBUPYIOTCSI CEHCOPHOM CTUMYJISILIUEH.
OpHako Kaxzas IEHTpalibHAs CTPYKTypa
UMeeT 3apaHee YCTaHOBJICHHYIO CTEIEeHb
B2)XHOCTH, KOTOpas OTpa)kaeT TEKYIHe
HaMepeHUs (Hanpumep, ceifuac
pENeBaHTHBIMU  SIBIISIIOTCS.  Ha3BaHUS
JKUBOTHBIX) I yCTOWYHBBIE TUCTIO3ULIUH
(Hanpumep, Moe cOOCTBEHHOE MMs BCETa
peneBanTHO). Cpemm  OJHOBPEMEHHO
AKTHBHBIX LEHTPAIBHBIX CTPYKTYp JUIA

VOpaBICHUS OCO3HAHMEM H OTBETOM
BEIOMpaeTCs OJIHA, oOmamarormas
HAWBBICIIEH CTENEHBIO BaXHOCTH. B

TEpPMHUHAX TEOPUU OOHAPY)KEHHs CUTHAJIA,
apaMmeTp BaXHOCTHU €CTb CIBUI' KPUTEPUS
B TOJNIB3y  PEJICBAaHTHBIX  OOBEKTOB.
Pacxoxxnenus Mexay OTUMH  ABYMs
TEOpUsSMH Hauboyiee 4YEeTKO BHUIHBI B
KOHTEKCTE PACIpEACICHHOr0 BHUMAHMS.
B Teopum ¢wieTpa yTBEpXKIAeTCs, UTO

pacmpezeneHue BHUMAaHUS MEXIY
OJTHOBPEMEHHBIMH CTUMYJIaMHU
COBEPILIEHHO HEBO3MOXHO, ITOCKOJIBKY

BHUMaHHEe B HEKHH MOMEHT BpEMEHH
MOXKET OBITH HAIPaBJICHO TOJIBKO Ha OAUH
kaHan. C npyroi#t croponsl, Joitu u Jloiu
IPEIII0JIaraor, 4TO oOHapyxeHHe
PETIEeBaHTHOTO CUT'HaJIa JOJIKHO
OCYILECTBIISITbCS HE3aBUCUMO OT TOTO,
HalpaBJIeHO  WIA  HET  BHUMaHHE
HaOmronarens B JaHHBIA MOMEHT Ha TOT
KaHaJI, B KOTOPOM IIPEABSBISIETCS CUTHAIL.

Tpeiicman u T'edpden (Treisman, Geffen
1967, 1968) mnombITanuchk NPEOIOIECThH
paszHorimacue Mexay AByMs Teopusmu. B
3ajia4e Ha JMXOTUYECKOE MPOCITyITBaHHE
UCIIBITyEeMbIE JIOJDKHBI OBUTH OTTCHUTH
OJHO COOOLIEHHE U KPOME ITOr0 CKa3arb,
CIBIIIAIM ~ JIM  OHH  ONpPENENICHHOE




BHUMAHUA

N.E. KanyHukoB

KOI'HUTUBHBIE NCCJIEJOBAHUS

«IIeJICBOE»  CJIOBO, KOTOPOE  MOIJIO
Hpe[l”bﬂBJ'lHTbCﬂ KaK Ha OJHO, TaK W Ha
npyroe yxo. CormacHo mozenu Jloiiueii-
Hopmana meneBoe CJIOBO ITOMKHO OBITH
O0OHApy)KEHO HE3aBUCUMO OT TOT0, Ha
KaKoe yXO OHO HpeIbsBIUIoch. Kak
OKa3aJI0Ch, HCIBITYyeMbIe OOHApPYKUBAIN
87% UeNeBBIX CIIOB, MPEIbSBICHHBIX Ha
yX0, KOHTPOJHPYEMOE BHHMAaHHEM, HO
TONBKO 8% W3 CJIOB, MPEABSIBIIEMBIX Ha
HEKOHTPOJIMPYEMOE yXO, YTO SIBISAETCS
CEPbE3HBIM BO3PaKEHHEM IPOTUB MOJICIN
JHoitgeii u Hopman.

"3 MHOKECTBA SKCIEPUMEHTOB,
MIPOBEJICHHBIX JUIS TPOBEPKH MOJEIH
Hoituelt 1 HopmanHa, B HEKOTOPBIX W3

HUX HE TIOATBEPAWINCH  OTJCIIbHBIC
MOJIOXKEHHS, TPEIYyCMOTPEHHBIE  3TOH
MOJIETIBIO.

MHorue U3 NpUBENCHHBIX BBIIIE JaHHBIX
HE COTJIacyloTCsl HU C Teopuei ¢uibTpa,
Hu ¢ Teopueil Honueil-Hopmana. Teopus
¢unpTpa HE cornacyercss ¢ JaHHBIMH,
YKa3bIBAIOMMMHA  Ha  MapaUIeIbHYIO
nepepabotky. Teopus [oitueit-Hopmana
HE BEpHA, IIOCKOJIbKY HE COIJIACyeTCsl C
BIMSHUEM IIPEANOYTEHUs] KaHajla Ha
obHapykeHue BBICOKO3HAUYUMOTO
crumyina (Treisman A.M., Riley, 1969).

CrpeMsAck TOUYHEE OIPEHCIUTh PA3TUIUS
Mexay monensmu TpedicMan u Jloiyeid,
JKOHCTOH C KOJJIETaMH  TPEIOKIIH
Ooiee CIIOKHYIO MOJIENTb,
MPE/INOJaraoIlyto, 4To 0TOOp CIIyXOBOM
uHpopmanuu OCYILIECTBIISCTCS Ha
HECKOJIbKUX JTamax. BaxHo, 4To 0TOOp
uH}poOpMalMK  MPOMCXOAUT  HACTOJBKO
paHo, HACKOJBKO 3TO BO3MOXKHO C TOYKH
3peHUs  peliaeMoit 3a7a4H. [Ipu
SKCIICPUMCHTATBHON  TNPOBEPKE  3TOU
runote3sl JxoncTon u XeiHn (Johnston,
Heinz, 1978) npembsBisuid IENEBBIC U

HEIIeJIeBbIE  CJIOBA  OIHOBPEMEHHO W
O6unaypanpHo. McmelTyembIx — mpocunu
OTTEHATh IE€NeBbIE cloBa. B omHOM

ciydae o0a Habopa CJOB YHWTal OAMH H
TOT € JUKTOP MY>X4MHA, a B JAPYIOM —

LeNeBble  CJIOBa YHTAl MYXXYMHa, a
HCIICJICBBIC YHTalla XCHIIIHMHA. Bo BTOPpOM
ciydae Onarojapsi pasivdyusiM B BBICOTE
TOHA MYXXCKOTO M JKEHCKOTO TOJIOCOB
MOKHO OBLIO pa3iuyarh CIOBA MO HX
CCHCOPHBIM XapaKTepUCTHKaM. B mepBom
JKe ciydae, Korga oba Habopa YUTajvCh
MYKCKHM rOJIOCOM, CCHCOpPHOE
pasiH4yeHue OKa3bIBAJIOChH Oonee
TPYIOHBIM, H HUCIBITYEMOMY HNPUXOAWIOCH
OIUpAaThCsA Ha 3HAYEHHS WM CMBICIOBBIC
XapaKTepUCTUKH CcIOB. B ToMm ciyuae,
KOrJa LeJieBble W HELeNieBble ClIoBa

YATATACH ~ MYXCKHM  T[OJIOCOM,  OT
UCIIBITYyEMOTro  TpeboBajioch  OoJIblIe
YCHIIMA, dYeM KOorja CJioBa  YHUTaIH

JKCHIIMHA U MY KYHHA.

Hamomumm, 4uro B Momenu Jloitdeir Bce
CHUTHAJIbI MPOXO/ISIT HEKOTOPBIi
MIpeBapUTENIbHBIN aHaINu3, TOrjia Kak B
Mozenu TpeiicMaH  HecylleCTBEHHBIE
COOOIICHHS  OCJIA0JAIOTCS  KaHAJIbHBIM
JEUTEeNIeM, a  He  HCKIIOYArTCs
MOJTHOCTHIO. B skcnepumente JI>)xoHCTOHA
u Xeitana (1978) nenesbie cI0Ba JOHKHBI

OBUTH  TIPOXOAUTH  OOllee  CIOXKHYIO
00paboTky, korma o0a Habopa dHTAI
MyxurHa.  COrjgacHO  MOJIyYEeHHOMY
BBIBO/LY, CTEICHb 00paboTKH

HEOTTEHSIEMBIX CHUTHAJIOB MEHSCTCA B
3aBHCHMOCTH OT TpeOOBaHHU pelIaeMoi
3aja4yu, 4YTo JIy4llle oOTBeyaeT Oosee
rubkoi Mozpenu Tpeiicman, yem Mozenu
Joitua u Hopmana.

Kaneman (Kahneman 1973) mpemmaraer
paszmenaTh Ba  AcleKTa  BHUMAaHMS:
WHTCHCUBHOCTHBIM M CEJIeKTUBHBIN. [
TOr0, 4TOOBI OOBSICHUTH OTPAHUYCHHYIO
BO3MOXXHOCTbH BBIITOJIHCHU A
pa3HOOOpa3HbIX  BUAOB  JEATCIBHOCTH
onHoBpeMeHHO, KanemaH B cBoeill Teopun
pecypcoB BBOJHT IOJI0XKEHHE O TOM, YTO
pecypchl,  KOTOpbIE  MOTYT  OBITH
pacmpesieneHsl  Ha  pasHble  BUJBI
JIESITEJIFHOCTH, OTPAaHWYCHBI, IPUUIEM 3TH
OTPaHWYCHHUS H3MEHSIOTCS COBMECTHO C
YpPOBHEM AaKTHUBAllMK: TPH YMEPEHHO
BBICOKOH AaKTHBAlMM IOCTYHHO OOJbIe

156 |




KOI'HUTUBHBIE NCCJIEJOBAHUS

BHUMAHUA

N.E. KanyHukoB

pecypcos, 4em npu HU3KOH.
NHTEHCHMBHOCTHBIM  aclEeKT BHHUMAaHUSI
OTOXJIECTBIIEH ¢ ycunueMm. KoyndecTBo

BHUMAHWS, WIH YCHIIUS, IPUIaracMoro B
M000H MOMEHT BPEMCHH, 3aBHCHT,
MPEXJIe BCEro, OT TPcOOBAHUHN TEKYIIUX
IEATEIILHOCTEN. IIpuuewm, MHOJUATUKA
pacmupenenceHus yCWIMH — 3aBUCHUT  OT
TEKyIIUX JUCIO3UIMA ¥ BpPEMEHHBIX
HaMEpEeHHH. CornacHo Kanewmany,
[EHTPAIFHBIMU 3JIEMEHTAMH €TI0 MOJICIN
SIBIISTFOTCS «IIPHHLIUIIBI PACTIPEICICHUS» U

«OIICHKa cipoca Ha pecypeh».
«ITpuHUHUTIBI pacrpeneneHus»
OIIpEeJIeISIIOTCS. YeThIpbMs (pakTopamu: 1)
JIOJITOBPEMEHHOM TOTOBHOCTBIO,

OTpaXkalolIel 3aKOHBI HEIPOU3BOJIBHOTO
BHUMaHUs  (BBIICJICHHE pECypcOB Ha
00paboTKy JI000TO HOBOTO CHTHANIA, Ha
BCSIKMU pasroBOp, Ilie YIIOMHHACTCS MM
COOCTBEHHOE); 2) BpPEMEHHBIMHU
HaMepeHUsIMH (HallpuMep, CIIyIIaTh TOJI0C

B IpaBOM HAyIIHWKE; 3) OIEHKOU
TpeOOBaHWil, Hampumep, e€cid  JBa
JIeHCTBUS TpeOyroT JUTST cBoeit
peanuzanuu  OOJBLIE PECYpPCOB, YEM
UMeeTcs, OJJHO M3 HUX Ipekpamaercs; 4)
BIMSHUSAMHU ~ BO30OYXKICHUS, HAIpUMeED,
BO30Y>K/IeHHE MOXET  IIOBBIIIATHCS

BCJIEZICTBHE OECIOKOWMCTBA, CTpaxa, THEBa
(puc. 3).

Teopus unmezpayuu npu3naKos

TeopI/m HUHTETpallui 1PU3HAKOB ObLIa

BOepeble  mnpemnoxkeHa  A.Tpeiicman
(Treisman 1988, 1992). Omna
MPEANONOKNIA, YTO JIOMU  JOJDKHBEI

COCPEIOTOYNBATh BHUMAaHKUE HA CTUMYIIE,
NpPEeXJEe YeM CMOTYT CHHTE3HMpPOBaTh €ro
ocobeHHocTH B maTtTepH. OHa IIpoBoIMIA
pa3nuuus MeXIy INpH3HaKaMH OOBEKTa
(Hampumep, LIBET, pa3Mep, JUHUU pa3HOU
OpHEHTaluK) U caMuMH oObekramu. OHa
czenana cieIyomue Npenoa0KeHUs:

®B TOM CiIy4ae, KOrJla HCKOMBIN OOBEKT
OTIMYAeTCd OJHUM IPU3HAKOM, €ro
MOUCK  OCYWIECTBISIETCA  OBICTPO  C
MTOMOIIBIO TIapajlIebHBIX MPOLIECCOB, B

KOTOPBIX 3PHUTEIbHBIC XapaKTEPUCTHKH
00beKkTOB 00pabarbiBatoTCst BMecTe 0e3
y4daCTusi BHUMAHUA,

® ecin HMCKOMBII 00BEKT
XapaKTepu3yercs CcOYEeTaHUEM
HECKOJIbKUX [PU3HAKOB, €ro IOUCK
OCYIECTRIISIETCS C [TIOMOIL[BIO
[1OCJIEI0BATEILHOIO BHHMATEILHOIO
MIPOCMOTPa OOBEKTOB;

© [10CJIEJOBATEIbHEIE MPOIIECCHI
MeJUIEHHEE, yeM napajuIebHbIC
MpPOIIECChI, OCOOCHHO, KOTAa pa3Mmep

MHOKECTBa OOJIBIIION;

® XapaKTEPUCTUKU MOTYT OOBEAMHSTHCS

c HIOMOILBIO (hoKycHpOBaHHOTO
BHUMaHUS c MECTOIIOJIOKEHHEM
00BeKTa, B 3TOM cllydae
c(hOKyCHpOBaHHOE BHHUMAaHHE
obecrieunBaeT «KIICH» vy

(hopMUpOBaHHS YHUTAPHOTO OOBEKTA W3
JOCTYITHBIX XapaKTePHUCTHUK;

® Ha KOMOWHAIIUIO XapaKTEPUCTHK MOTYT
MOBJIMATH HaKOIUICHHBIE 3HAHMS
(Hampumep, W3BECTHO, 4YTO OaHaHBI
OOBIYHO XKENTHIE);

®IpH OTCYTCTBUM C(HOKYCHPOBAHHOTO
BHHMAaHUA W PpeTIeBaHTHBIX
HAKOIUICHHBIX 3HAHWH, XapaKTEPUCTUKU
oT pa3HBIX 00BEKTOB MOTYT
KOMOMHUPOBAThCS ~ CIy4ailHO, JaBas
«WJUTIO30PHBIE COCTMHEHUS.

[IpenBapuTenbHONM  MOIAEPKKOM — ITOU
TEOpUU TOCIYXWINA JaHHble TpelcMaH u
I'ename  (Treisman, Gelade, 1980).
I/ICHI)ITyeM])Ie HUCKaJIN MUIIICHb B
3PUTEIBHOM PSITy, KOTOPBIM cocTosut u3 |
q0 30 »neMEHTOB. MHUIIEHBIO CITYKUI
00BEKT, OCHOBAaHHBIM Ha OOBEIUHEHHH
npusHakoB (3eseHass Oykea T), mubo
COCTOSUI M3 OJHOH  XapaKTepPHCTHKU
(romrybas OykBa wim S). Korma murieHsio
OpLta 3enenHas OykBa T, Bce HE MHUIICHH
paszessuii TOJIBKO OJHY XapaKTEePUCTHUKY
C MUIIEHBIO (OHH OBLIH THO0 KOPUIHEBOU
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Puc. 3. Mooenv snumanus kax pacnpeoenernue pecypcos (no /. Kanemany).

Ooyksoii T, nmbo 3enenoil OykBoil X).
[Ipenckazanue COCTOSUIO B TOM, 4TO
c(hOKYCUPOBAHHOE BHUMAaHUC
motpedyercst JUTS TOTO, 9TOOBI
OOHAapPYKHUTh MHUIICHb, KOTOpast
COCNMHSCT JBa IpU3HAKa (IIOTOMY 4YTO
MHLICHBIO SIBJIAJIACh KOMOWHAIHS
XapaKkTepUCTHK), HO He moTpedyercs,
4TOOBl ~ OOHApYXHUTh  CIUHCTBEHHYIO
XapaKTEPUCTUKY MUIUIEHH. JlaHnHble
NOATBEPJWIN 3TO IpeackazaHue. Pazmep
psina oxasblBaJl OONBIIOE BIUSIHAE Ha
CKOpOCTh OOHapy»KeHHs, KOrja MHIIECHb
MpecTaBisuia  KOMOMHAIHMIO I
COYCTAaHHE XapaKTEPHCTHK (T.e., 3eJeHas
6yksa T). Onnaxko, pa3mep psizia OKa3bIBall
OYeHb  MAJICHBKOE  BIMSHHE, KOIJa
MHULIeHb ~ ObUla  C  EOMHCTBEHHOM
XapaKTepUucTuKoii (roxydas Oyksa wiu S).

B npyrom »skcnepumente TpeilicMaH u
I'enane (puc. 4) HCIBITYEMBIM
IpeJyIarajgoch ClIeIyIole J1Ba BapHaHTa.
B omHOM ciiywae Hamo OBUTO HATH OYKBY
T cpemu 30 6yxB Y m 30 OyxB 1. Takyro
3amady WCHBITYeMbIH BeIIONHAT 3a 400
Mc. B apyrom ciyuae Heo6xoanmo ObL10
Haiitn OykBy T cpenu OykB 1 u Z. Jlns
BBINIOJIHEHHS 3TOH 3aJauu OTpeOOBanoch
Ha 400 mc Gonbiie. Takum o0pa3oM, mpu
YCJIOBHUHM pacIiO3HaBaHUA COYCTAHUSA JIBYX
NPU3HAKOB  MMOTpeOoBajiock  OoJbliie
BPEMEHH, YeM [pU YCIIOBHH, KOTZAa
HEOOXOAMMO  TPeOOBAJIIOCH  BBIJCIUTH
OTHAEIbHBIA IPU3HAK.

Tpeitcman u lmuar (Treisman, Schmidt,
1982) nmpoBepsii  mocieqHUN  TE3WC,
CMOTpEITH, 41O MPOMCXOIUT c
KOMOMHALMAMU OCOOEHHOCTEH,  Koraa
CTHUMYJIBI ~ HaxomsTcsi  BHe  (okyca
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Puc. 4. Cmumynet, ucnonwvszyemoie Tpeticman u I'enadom (1980).
HUcnvimyemvim necue obHapysxcumsv T 6 MHodCECMSE @, YeMm 6 MHOMCECEe O.

BHUMAaHUSL. HcnpiTyeMbIX  TpOCHIIH
cooOmmMTh 00 HIOCHTUYHOCTH  JIBYX
YepHBIX LU}p, BBICBEYECHHBIX B OXHOM
YacTH TMOJIA 3peHus. OTo ObUl0 X
[IEPBOHAYAJILHON 3ajjauyel, 1 UMEHHO TaM
(hoKycHpoBaJIOCh MX BHUMaHuUE. B apyroi
JacTHu 10JIs1 3pCHUA MMpEABABIIAINCH
OyKBBI pa3zHOro 1Bera. Tak, HCIBITYEeMbIM
MOTJIN TIPEABSBISTHCS po3oBast T, sxenrast
S u cuHsAg N B UTHOpUPYEMOI! yacTy MO
3pennsi. Ilocie TOro Kak WCIBITYyEMbIC
coodmanu o 9YuclaX, WX M[POCHIN
COOOIIUTE 0 TFOOBIX OYKBaX, KOTOPHIE OHA
BUAEIH, W O MBETe JTUX OYKB.
HcneiTyeMble coo0mand o TOM, 4YTO
HaOMIOJamu  Takue  CTHUMYJBl  Kak,
HampuMmep, po3oBas S, (WUIO30pHBIC
COYETaHUsl IPU3HAKOB), TOYTH TaK XKe

4acTo, Kak M O TOM, 4TO HaOJojaIH
IIPaBUIIbHBIE KOMOMHAIINH. T.o.,
MOJydYaeTcsi,  4TO MBI  CIIOCOOHBI

KOMOMHUPOBATh MNPU3HAKH B TOYHOE
BOCITPUSTHE JIUIIb, KOT/Ia HAIlIC BHUMAHHUE
COCPEI0TOUEHO Ha 00BLEKTE. B
MPOTUBHOM Clly4yae MbI BOCIHPUHHMAaeM
MPU3HAKH, HO BIIOJIHE MOYKEM
KOMOWHHUpPOBaTh HMX B  BOCIPHUITHE
O0OBCKTOB, KOTOPBIX TaM HHKOIJA HE
OBLIO.

Tpeiicman u Carto  (Treisman., Sato
1990),  pasBuBas HMHTETPAIlHOHHYIO
TEOPHIO, TOKA3ajH, YTO CTENEHb IMOJ00us
MEXIy MHUIICHBIO M JUCTPaKTOpPaMH
BIMSICT Ha BPEMs 3PUTENIBHOTO IOMCKA.
Hanpumep, ecnu BbI uiete roryooi Kpyr
B KapTUHKE, CoOJepiKalleid roiyOble
TPEYTOJIbHUKH, KPACHBIE KPYT'U U KPaCHBIC
TPEYTOJbHUKH, BBl OyleTe UTHOPHPOBAThH
KpacHbIe TPEYTOJbHUKH. 3t0
MPOTUBOPEYHUT  B3IJISIaM HCCIIEOBAHMS
Tpeticman u Temage (1980), xotopsie
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MoKa3ajiy, 9YTO HU OJMH U3 CTHUMYJIOB HE
OyZeT UTHOPUPOBAH.

BemensnoxeHHbIe MIPOTHBOPEYHS
MOCITY)KWJIM TIOBOAOM JUIS BBIABHMIKECHHS
Tpeticmarn  (Treisman  1993)  Gonee
CJI0KHOU BEPCUU MHTETpalMOHHOMN
TEOpHH, B KOTOpOH uMmenock 4 (opMel
CENeKIINU BHUMaHMUSL. Bo-nepBsix,

HUMeeTCsl 0TOOp MOCPEICTBOM BOBJICUCHUS
OTHOCHUTEJIHO IIHUPOKOTO HIIH  Y3KOTO

OKHa BHHMMaHHUi. Bo-BTOpbIX, HMeeTcs
otoop o XapaKTePUCTUKAM.
XapaKkTepuCcTUKU pa3aensuIuch o
MOBEPXHOCTHO onpenesieMbIM

Npu3HakaMm (HampuMmep, IBET, SPKOCTb,
OTHOCHTEIIbHOE IBIDKEHHE) U 10 (popme,

onpeaesomen XapaKTEPUCTUKU
(mampumep, opueHTanus, pasmep). B
TPEThbUX, MMEETCsI OTOOp Ha OCHOBE

00BEKTHO-OIIPEACICMBIX  JIOKanui. B
YeTBEPTHIX, UMEETCSI OTOOp Ha IO3JIHEH
CTaguu 00paboTky, KOTOpast
JIETEPMUHUDPYET 0OBEKTHBIN Gaiin,
KOHTPOJIUPYIOLIHUI UH/IMBUYaJIbHBIN
orBeT. T.0., CENEKTHBHOCTh BHHMAaHHMS
MOJXKET YOPaBIATH 00paboTKOit
“HGOPMAIMK IIPHU Pa3INYHBIX YPOBHSX,
3aBUCSIINX OT TPEOOBAHUH 3a1auH.

I/IHTeraLlI/IOHHaH TCOpUA IOBJIMATIA Ha
TCOPECTUUYCCKHUEC TMOAXOAbI K 3PpUTCIIBHOMY
MOKMCKY B JIBYX OTHOILICHUSX. Bo-mepBbIX,
MHOTHE TEOPETHUKH NPHHSIIH TOT (aKT,
YTO BO BHHMAaHHE BOBJICYCHO JBA
MOCIIeIOBAaTeNIbHBIX ~ Ipolecca.  Bo-
BTOPBIX, T€, KTO MPUHSI IEPBYIO TOYKY
3peHus, B OOIIEM, COIJIACHBI, YTO MEPBBI
npotiiecc ObICTPBIA U APPEKTUBHBIHA, B TO
BpeMs Kak BTOpod mpouecc Gonee
MeJUIeHHbIH 1 MeHee ddekruHblin. Kak
noguepkuBaer KBunman B 0030pe,
IIOCBAILIICHHOM TCOpUU HHTErpanvu
npusHakoB (Quinlan 2003), ne Oyner
NpeyBEIMYCHUEM CKa3aTh, YTO 3Ta TCOPHSI
SIBIISIETCS OJTHOM u3 HanOosee
BIMATENBHBIX M CEPbE3HBIX  TEOPHil
MOCJIeTHEH YeTBePTH ABaALATOrO BEKa.

Co3namenvhble u asmomamuuecKkue
npoveccol
BoapmmacTBO IIpOLECCOB B MO3T¢C

MIPOTEKAIOT aBTOMaTHYECKH M HE TPeOyIoT
OT CyOBEKTa CIICIHAIFHOTO BHUMAHMUSL.

Xopomio  HW3BECTHO, HYTO MHOYKECTBO
CITOXHBIX, HO MPUBBIYHBIX
MBICITHTEIBHBIX MPOIECCOB MOTYT
NpoTeKaTh aBTOMaTH4yecKd. Ilo3Hep w
Cuatinep  (Posner,  Snyder  1975)
BbIICIIUIIN TpHUu OCHOBHBIX KpUTepusd

OTJIMYUS aBTOMATUYECKUX IPOIECCOB OT
KOHTPOJIMPYEMBIX:

® aBTOMATUYECKHE MPOLIECChI
XapaKTePU3yIOTCsl HEMPOU3BOJIILHOCTHIO
U MPOTEKAIoT 0e3 ycwinid cyObeKTa, He
TpeOyromux oOpalieHuss K pecypcam
OpraHu3Ma, BO3MOXHOCTH  KOTOPBIX
JIOCTaTOYHO OIPaHUYCHBI;

® OHU HE JOCTUTalOT YPOBHS CO3HAHUS,

e He B3aUMO/IEHCTBYIOT (ue
uHTepdepupyoT) c KaKoi-1moo
TeKyIen MICUXUYECKOMN
(MHTEJUIEKTYalIbHOI) ~ JIeSITeNIbHOCTBIO,
T.e. HE HapyIIaloT ee.

Otn co00pakeHNs TTO3BOJIFITH
OPEIUIOKHUTh ~ METOAMYECKUH  IpHeM
pa3BeneHus CO3HATENbHBIX u
aBTOMaTUuYeCKHX npoueccoB. OH MoTydunI
Ha3BaHHUC METOAUKHU «MIpourpsiiia-
BBIMTPHIIIAY (OHA ke Meroauka [lo3Hepa-
Chaiinepa, 1975). [MockonbKy
aBTOMaTHYECKast o0paboTka
OCYIIECTBIISECTCS MOJTHOCTBIO
c(hopMHPOBaHHBIMH MOACUCTEMAMH,
KOTOpble ~ MOIyT  (YHKIMOHHPOBAThH
HapajuielbHO,  TO  IIpeABapHUTeIbHAs
HacTpOMKa OJHOM M3 3THUX IOACHUCTEM
MPUBEICT K YCKOPEHHIO 00paboTKH
aJICKBaTHOM U1l Hee MHQOpPMaLUK, HO He
Oyzer CONpOBOXKAATHCA — 3aMEAJICHUEM
00pabOTKH, €CITM TPEIBSBISACTCS COBCEM
Ipyras, HeoXuaaHHas uHopmanus.
CrnenoBaTenbHO,  aBTOMAaTHU3MPOBAaHHBIE
cucTeMbl  paboTalOT N[O  IPaBUITY

160 |




KOI'HUTUBHBIE NCCJIEJOBAHUS

BHUMAHUA

N.E. KanyHukoB

«BBIUT'PBII, HO HE IIPOUTPhILD.
CosnarenbHas oOpabotka
COTPOBOXKIACTCS  «BBIUTPBILIEM»  OPH

MNPpESABABICHUU OKUAACMbIX CTUMYJIOB, HO
B ClIy4yac HeO)KPIHaHHOﬁ I/IH(I)OpMaHI/II/I, K

obpabotke KOTOpOH MBI HE
[OATOTOBHJIUCH, OyIyT  BO3HHKATh
saTpynHeHus. WHBIMH CloBamu, — JUis

CO3HATENBHOW 00pabOTKH XapaKTepHBI
«KaK BBIMIPBIII, TaK U IPOUTPHIID). ITOT
«TIPOUTPHIII» B CHCTEME CO3HATEIBHOTO
yIOpaBlIeHUS]  JOJDKEH  BO3HUKaThb B
pe3ysibTaTe BBI3BAHHOI'O OXHUJaHUAMU
MPOU3BOJILHOTO nepepacrpezieseHus
pecypcoB. Ilpu >TOM HE HCKIIOYAIOTCA
MIOJTHOCTBIO BO3MOXKHOCTH PabOTHI IPYTUX
MOJICUCTEM, TaKkoe IepepacupesieieHue
Jenaer o0paboTKy MH(OpMAMH B HUX
0oee MEeICHHOU U TIOBEPXHOCTHOM.

LIT06I)I JIydlI€ IMOHATH JIOTUKY OTHUX
paccyXaeHul, obparumcs K
skcriepumenTam [losnepa u CHaiifepa
(Posner, Snyder 1975). CrpaBa winu cieBa
OT HCIIBITYEMOTO IPEIbSBISIICS CHIHAI,
KOTOpPBI MOT' OBITH JINOO 3PHUTENBHBIM,
00 aKyCcTHYeCKMM. B pasHbIX cepusx
H3MEPSUIOCh BPEMS PEaKIMU OIPEAEICHHS
MOJAIBHOCTH HWJIM TOJIOKEHHSI CHUTHAJA.
Ilepen kaxmoil mpoOOH HCIBITYEMBIH
MOJTy4aJl IPEABAPUTEIBHYI0 HHCTPYKIIHIO,
B KOTOPOH COOOIIAiIOCh, KaKOW CHrHAI
Oyner mpenwsisieH. B 80% cnyuaeB sta
undopmanus Obula BepHoi, a B 20% —
JOXKHOH. B KOHTPONBHBIX  YCIOBHUAX
BMECTO TIpE/IBAPUTEIBHON HMHCTPYKIHH
NPEABSBISUICS CIy4ailHbIH Habop OYKB.
Oxazajocs, 49TO B 3agaye Ha
MIPOCTPAHCTBEHHYIO JIOKAJIM3ALUIO BEPHAs
nHCTpyKIMA (80% ciydaeB) mpuBoauiIa K
«BBIMTPBILY» — YCKOPEHHIO OTBETOB IO
CPaBHCHHUIO C KOHTPOJIEM, HO JIOXKHas
npeaHactpoiika  (20%  cimydaeB) He
COIPOBOXK/AJIACH «IIPOUTPBIILIEM»: BpEeMsi
peakuy OCTaBaJOCh TaKHM JKE€, Kak U B
KOHTPOJILHOM yclioBuu. B 3ajmaue Ha
OTIpeJIeJICHuEe MOAAIBHOCTH (BHXKY WIH
CJIBIITY HE3aBHCHMO OT JIOKAJIM3alliH)
ObUT OOHApPYXKEH KaK «BBIUTPHILD», TaK U
«TPOWTPHIII». JTO  O3HAYaeT, dTO

HHTEpMOOJaIbHas MMPOCTPAHCTBCHHAA
JIOKaJIn3alys — aBTOMaTHYECKUH Mpoliecc,
KOTOPBII pa3BOpayMBaeTCs HE3aBUCUMO
oT HamepeHuil cyObekra. OmnpexneneHue
CCHCOPHOM MOJANBHOCTH, KOTOPOE 4acTo
CUMTaeTcd 4yThb JIM HE IEPBUYHBIM
MICUXUYECKUM aKTOM, HalpoTHB,
OCYIIECTBIISICTCS TIPH YYacCTHH CO3HAHMS
1 KOHKYPHPYET C JPYTHMH MIPOIIECCaMHU.

B oaToli cBs3u 0E3yCIOBHBIH HMHTEPEC
MPEICTaBIsICT KoOHIenuus I[lo3Hepa u
[Matrepcona (Posner, Petersen 1990), B
KOTOPOH paccMaTpUBACTCS JBE CHUCTEMBI
BHUMAaHHUS B MO3TY:

1) mepenHsist cucTeMa, pacroyioKeHHAsS BO
(pOHTANBHBIX OOJACTAX U CBA3aHHAS C
KOIHUTUBHBIM KOHTPOJIEM H CeﬂeKI_lI/leﬁ
AKTUBHOCTHY,;

2) 3amHSs CHCTeMa, pPACIOJOXCHHAS B
TEMEHHBIX M OKIHUITUTAIBHEIX 00JIaCTsX,
COYETAIONIAsICS C OPUEHTUPOBOYHBIM H
CCHCOPHBIM BHHUMaHHUEM;

[epennsa cucTteMa BHUMAaHHMS
OTBETCTBEHHA 3a ¢dopmupoBanue
«BHUMaHUSI K JEHCTBUIO» M y4acTBYET B
CEeMaHTHYECKUX OIEpaNusiX, IPUBOASAIINX
K BBIOOPY HYXXHOM PEaKIHH.

B kauecTBe mpuMepa aBTOMATHYECKOI'O
BHUMaHHUS MOXXHO TnpuBecTH 3ddekr
Crpyma, KOTOpBIA TMOKa3bIBaeT, 4YTO
00paboTKa CEHCOPHON M CEMaHTHYCCKOW
uHpOpMAIUU MOXKET MPOTEKaTh
mapauieIbHO u aBTOMATHYCCKH.
HcnbiTyeMOMy MPEABABISIOTCS ClIOBA —
Ha3BaHUS LIBETOB, HAIUCAHHBIE
YepHUJIAMHU pa3Horo nsera. Ero 3ampava —
Ha3bplBaTh ~ [BET  4YEPHWI.  YCTHOE
BBINIOJIHEHHE 3aJIaHUsI 3aMEJISIETCSI, eCIH
Ha3BaHHUC I[IBETa M IIBET YCPHHI HE

COBIIQJIAIOT, W YCKOPSIETCS TMpH HX
COBIIaICHUU. NupiMu CJIOBaMu,
CeMaHTHYECKast uHpopmanus
oOpabaTeIBacTCS HE3aBUCHMO oT
YCTaHOBKH, napauiebHO aHaIHM3y
CEHCOPHBIX CBOICTB CTUMYIIA.
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WurepdepeHunss BO3HHMKAaET HE MEXIY
mporieccaMiu  00pabOTKM CEHCOPHOW U
CEMaHTHYeCKOH MH(OPMAIMH, a Ha JTare
3alycKa  WCIOJIHUTEILHON  PEaKI[UH:
MEKIYy PpEYeBOM peakiuei, KOTOPYIO
TpeOdyer  3ajaHHe, M  HMIIYJILCOM,
CTUMYJIHPYIOIIUM HETPOU3BOJIBHOE
peueBoe BOCIPOU3BEACHHE TPOUYUTAHHOTO
clloBa —  Ha3BaHUg  IBETA. [Ipu
HECOBIAICHUH OJTHOBPEMEHHO
MHHUIUUPYEMBIX  PEYEBBIX  peakKiui
BO3HUKAET 33/IePIKKa B UCTIOTHECHHH.

Teopusa IHlugppuna u Illneiioepa

OgHy ®W3 [epBBIX  IONBITOK  JUIS
TCOPETHYECKOTO  PA3lCICHUS  MEXKIY
KOHTPOJIUPYEMBIMA H aBTOMATHYECKUMU
npoueccamu npeanpussuin  udpun u
HInetinep (Shiffrin, Schneider 1977).
CornacHo 3THUM aBTOpaM:

® KOHTPOJIUPYEMBIE TTPOIIECCH SBIIAIOTCS
OrpaHUYCHHBIMHA 1o MOIIIHOCTH,
TpebyroT BHUMaHMs, u MOTYT
HCIIONIBb30BATHCSI THOKO TPH W3MEHECHHH
00CTOSITENILCTB;

® aBTOMaTHYECKHE IIPOLECCHI He
CTPAfaloT OT OrPaHHYCHHH MOIIHOCTH,
He TpeOyIT BHUMAaHUS U C OONBIINM
TPyOOM  MOOUMHULUPYIOTCA,  KOria
OCYIIECTBIISICTCSI 0OydeHHeE.

Jnst  o0o3HaueHHs aBTOMATHYECKHX M
KOHTPOJUPYEMBIX TIPOIECCOB 00paboTKH
9TH  aBTOPbI  HCIOJB3YIOT  TEPMHHBI
ABTOMATHUYECKOE oOHapyXeHHe u
KOHTPOJIMPYEMBIN IOUCK.

Mudpur u Ilxeligep ucnonb3oBanu
METOAMKY,  OOBEOMHSIIONIYI0  3aJaud
3pUTENBHOTO MTOKUCKA U TIOMCKA B MaMSTH.

I/ICHLITyeMOMy noCJICAOBATCIILHO C
OTHOCHUTCJIBHO BBICOKOM CKOpPOCTBIO
MNpESABABIIAIMCh MaTpulbl, COACPIKAIIUC

OT IBYX JI0 YETHIpeX OYKBEHHO-IIH(PPOBHIX
ctuMyioB. OH JOIDKEH OBICTPO PEIINTb,
€CTb JI CPEAU HUX XOTs OBl OMH CHMBOJI
U3  [IOKAa3aHHOTO €My  paHee H

YIEP)KUBAEMOTO B naMsITH
MOJIOKUTETHHOTO MHOYKECTBA.
Kpurnueckum paznnunem (930
UCIIOJNB30BaHUE B KAueCTBE IIEJICBBIX H
UPPEIICBAHTHBIX CTHMYJIOB

(IMCTPaKTOPOB) CUMBOJIOB M3 PA3HBIX HIIH
JKe U3 00erX KaTeropuil. JTH JBa YCIOBHSA
Ha3bIBAIUCH «IIOCTOSIHHOE COOTBETCTBHEY
U «epeMeHHOe CoOoTBeTcTBHE». I[lpu
«IIOCTOSIHHOM COOTBETCTBUM Ha
NPOTSDKEHUHU Beell cepuu 1mpo0, 1eTIeBbIMU

CTUMyJNaMH Bcerga Opun  OyKBBI, a
JUCTPAaKTOpaMH  —  HUQPBL [Ipu
«IIEPEMEHHOM COOTBETCTBUI»
UCIIONB30BaNach  CMEChb  4YUCel |
KOHCOHAHTOB, YTOOBI 00pa3oBaTh
3allOMHHAaeMbIi  psii W 00ecreuuThb

JAUCTPAKTOPLI HA JUCIIICC.

OOHapy UIKCh OPa3UTENbHbIC YPPEKThI
MAaHUITYJIAINUA. Yucio 9JICMCHTOB B
3allOMMHAEMOM psLy M Ha JAuCIUIee
CHJIbHO BJIMSUIO Ha CKOPOCTH IPHHATHS

petieHust TOJIBKO B YCIIOBUH
«IEPEMEHHOT0 COOTBETCTBUs». COrjacHo
Mudpun u [Tuetinep (1977),
KOHTPOJIMPYEMBI  TIPOIIECC  TTOMCKA
HCITOJTB30BAICS TOJNBKO TIPH «IIEPEMEHHOM
COOTBETCTBUIY. On BKITFOYAI
MOCIICIOBATEIBHOE  CPABHCHHE  MEXKIY

K&KIbIM DJIEMEHTOM B 3alTOMHHAEMOM
PSIIy M KaXKIBIM DIEMCHTOM Ha JUCILIEE
0 TeX TMOop, IOKa HE OBUIO CHEIaHO

KaXK/10¢ COITOCTaBJICHUE. B
HpOTI/lBOHOHO)KHOCTb 3TOMy, BBIIIOJTHCHHUEC
IKCIICPUMEHTA c «HOCTOSTHHBIM
COOTBETCTBHEM) BOBJICKAET
aBTOMAaTUYCCKHE TIPOIIECCHI,
BEITIOJTHSIEMBIE HE3aBUCHMO i
napautensHo.  Cormacao  Uludpun n

[Mueitnep (1977), >t aBTOMaTHYECKHE
MPOLIECCHl PAa3BHUBAIOTCA KaK pe3ysibTar
rOJIOB MPAKTHKU IO Pa3IMYCHUIO OYKB U

uudp.

[MpencraBnenue 0 TOM, 4TO
ABTOMATHYECKUE MPOLECCH Pa3BUBAKOTCA
C TOMOIIBIO TPAKTHKH, HCCIENOBAIOCH
Mudppurom wn  Hlueiizepom. Onnm
UCIIOJIB30BAIN «IIOCTOSIHHOE
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COOTBETCTBHE» or B gm0 L,
(hopMHPYIOIUMYU OJIUH PSI U OyKBaMHU OT
Q 1o Z, GopmupyomuMH JPYrod ps.
Kak n npexxze, 31eMeHTbI U3 0THOTO psiaa
BCET/Ia WCIIOJIb30BAINCh B KOHCTPYKIMH
3alIOMHHAEMOTO psijia, a TUCTPAKTOPHI Ha
JHCIUIeE BCE BBIOMpANCh W3 JAPYIOro
psana. Vmenoce Ooubioe  ymydIIeHHE
BBINOJTHEHUSI Ha MPOTSHKCHUM Oosiee yem

2100 mpob, KOTOpOE, IO-BHIUMOMY,
OTpakajo poct aBTOMaTHYECKUX
IPOLIECCOB.

Teopernueckuit moxxon [Hudpuna un
IIIueiinepa oka3ancss OYEHb Ba)KHBIM.
OnmHako, HMMEJIO MeCcTO 3araJodHoe
pacxoXxaeHue  MexAy  Teopued U
JaHHBIMH OTHOCHUTEIBEHO HICHTU(UKALUH
ABTOMaTHUYHOCTH. Teoperuueckoe
NPEIONOKEHHEe, YTO aBTOMAaTHYECKUE
MPOLIECCHI TIPOUCXO/ISIT MapaIebHO U HE
TpeOyIOT  pecypcoB, O3HA4yaeT, 4YTo
uMeeTcs  HyJIeBOH HaKIoH (T.e.
TOpPU3OHTANIbHASL JIMHHUA) B  (QYHKIUH,
CBSI3BIBAIOICH CKOPOCTH pEUICHUs ¢
KOJIMYECTBOM JJIEMEHTOB B
3allOMHHAEMOM DSy H/WIM Ha JHCIUIee,
Korjaa ABTOMATHYECKHUE MIPOLIECCHI
HCIIOJB3YFOTCA.

Teopusa Hopmanna u lllannuca

B 1980-x romax Obma TpemioxKeHa
MOJEND MIPOU3BOJILHOTO u
ABTOMATHUYECKOr0 KOHTPOJS, KOTOPYIO

pa3paboraim onansnx Hopmann u Tum
[HMammc  (Norman, Shallice  1986).
Mogens Iaer HECKOJIBKO Ooiee
mddepeHupoBanHOe ONHCaHHE
MPOLIECCOB KOHTPOJIS, qeMm 3TO
npejrnosaraeT JByXypOBHEBas MOJIENb
udpuna n Hlnaiinepa. B sToit Moxenn

MPOBOJIMIIOCH pasznuune MEXKITy
TIOJTHOCTBIO ABTOMAaTHUYECKUMH
mpoLeccaMu u YaCTHYHO
ABTOMAaTHYECKUMHU IpoLeccaMd. ABTOPBI
UIICHTH(HULUPOBAITH TPH YPOBHSA
(hyHKIIMOHHPOBAHUS:

® BHICHIMH ypOBEHb 00pa3yIoT MPOLECCHI
MIPOM3BOJILHOTO (co3HaTeNnBHOr0)
KOHTpOJIS, OCYLIECTBIISIEMbIE CHUCTEMOM
«BHHMATEIILHOTO PYKOBOJICTBa»
(supervisory  attentional  system

CYIEPBU30PHON CUCTEMBI BHUMAHHS );

® [10JIyaBTOMaTUYECKUE
BOBJIEKAIOLUE
IPOrpaMMbl
HallpaBJICHUs

MIPOLIECCHI,
cozepxKaTeIbHbIe
npeHaMePEHHOTO

CO3HATEIBHOTO
KOHTPOJISL. CopeprxaTenbHbIe
IpOrpaMMbl  MCHOJB3YIOTCS,  4TOOBI
YCTAHOBUTH TPHOPUTETHl M Pa3pelInTh
KOHQIIMKTBI ~ MEXKAY  NPOLEAypaMH
TPETBEro YPOBHS;

oe3
nin

e TpeTHHl YpOBEHb IPEJCTABISAET CO0Oii
HOJHOCTBIO ABTOMAaTH3HPOBAHHBIE
MPOIIECChl, KOHTPOJIUPYEMBIE CXEMOM
(opraHn3oBaHHbIC TUIAHBI).

Cornacao Hopmanny n lanmucy (1986),
HOJIHOCTBIO ABTOMaTU3MPOBAHHBINA
IpoLecC NPOUCXOIUT IIPU OYEHb CIaboM
BOBJICUCHUH CO3HATEIBHBIX aKTHBALHM.
O)]HI/IM U3 HWCTOYHHUKOB JOAaHHBIX JJIs1

MOJIENIN CIIyKar BCEBO3MOYKHbBIC
OIIHMO0YHEIE TIeICTBYS, 4acTo
BO3HHUKAIOIINE pu BHE3aIHBIX

NPEPBIBAHUAX TEKYIIEH JeATEeIBHOCTH,
TaKuX Kak Tejae(oHHbIe 3BOHKH. Takue
aBTOMATUYECKHE IPOIECCH OYAyT 4acTto
[pEphIBaTh IOBEICHUE, €CIIA OCTAKTCS
LEITUKOM B X COOCTBEHHBIX YCTPOUCTBAX.
CoBepIeHHO OYEBHIHO, qT0
MPOM3BOJILHOE BHHUMAHHUE IPEJCTABIISET
co0oii aTpuOyT MPOIECCOB KOHTPOJIS,
HCOGXOI[I/IMI)IX JJISA HpeO}IOHeHI/Iﬂ
ABTOMATHYCCKUX TeH[leHI_lI/Iﬁ BBIITOJIHCHUA
MPUBBIYHOTO, XOPOIIO 3ay4EeHHOT0
JIEHCTBUAL.

Cucrema BHHMATEIBHOIO PYKOBOJCTBA,
KOTOpasi 00pa3yeT HEHTPaIbHbIA 3JIEMEHT

JTAHHOM MOJIeIH, MOXET OBITH
OXapakTepHu30oBaHa c MTOMOIIBIO
CIEAYIOUIETO TepeyHs yCJIOBUM
JIeSTENbHOCTH:
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1) BeImonHsAeMOe JAEUCTBHE  BKJIIOYAET
STaIbI TIPUHATHUSL pereHus U
IUTAaHUPOBAHHUS;

2) B mpolecce pemieHUS BO3HHUKAIOT

HENpeIBUICHHBIC TPYIHOCTH;

3) mpotiecchl peuieHusl SBISIIOTCS HOBBIMU
WM TUIOXO BBIYYCHHBIMHU;

4) 3amava TPEICTaBIACTCS CIOKHOW WIIH
JTa)Ke OIIaCHOM;

5) pelieHue MpenrnoiaraeT Mpeo10JIeHre
O4YC€Hb CUJIBHOI'O IIPHUBBIYHOI'O OTBCTA.

Teopetnueckuit noaxon Hopmanna wu
Mammic  (1986) BkmOYaeT BechbMa
BaXHOE MMOHATHE O TOM, YTO CYIIECTBYIOT
IBE  pPa3lelbHBIX  KOHTPOJHPYIOIINX
CHCTEMBI: collepKaTeIbHOe
MpOrpaMMHPOBAHUE M CYIIEP3PUTEILHASL
cUcTeMa BHUMaHUSA. DTO KOHTPACTUPYET C
TOYKOW 3pEHUsi O TOM, YTO CYILECTBYET

€MHCTBEHHAs KOHTPOJIHMPYIOLIast
cucreMa. Ilogxon Hopmanna u Hlamnmuc
Kaxercst  Ooiiee  MPEIIOYTHTENBHBIM,

IMOTOMY dYTO OH oOecreuynBaeT Oojee
€CTECTBCHHOC OOBSCHEHHE TOMY, 4YTO
HEKOTOpble IpOLecChl, HO HE BCe,
SBJISIOTCS TIOJTHOCTHIO ABTOMAaTHYECKUMH,
B TO BpeMs Kak Jpyrue YacTHYHO
aBTOMaruueckue. J[pyroe nperuMymiecTBo
3TOr0 TEOPETHYECKOro MOAXOAa — 3TO
IIOIIbITKA I/I):leHTI/I(l)I/ILII/IpOBaT]: OCHOBHBEIC
(YHKIMM  CHUCTEMBI  CyHEp3pUTEIBHOTO
BHUMaHHs (HampUMep, KOHCTPYHUPOBaHHE
HOBOW CXEMbI, MOJICPHM3AIMS HOBOU
CXEMBbI, MOHUTOPHHT OIIHNOO0K).

Kopberra wu  IUlyneman  (Corbetta,
Shulman 2002) napsay c IlozHepom u

Iletepcenom, YTBEPKIAIOT, 910
CyIIECTBYET JABC TJIaBHBIX CHUCTEMBI
BHUMaHHMS: IIPOMU3BOJIHOE I

YIPaBISIEMOE LENbI0 U HENPOU3BOJIBHOE,
ymnpasisieMoe ctumyioMm. Kopberra wu

[llynbmMan paccMaTpUBalOT BHUMAaHHUE,
yIpaBisieMOoe  IeNbl0, Kak CHCTEMY,
(DYHKIMOHMPYIOIYIO 1O  IPUHIHMIY

cBepXy-BHU3 (top-down) mpu cenekiuu

ceHcopHo#t  mH(popMaruu. BrHuMaHHE,
YIpaBIsieMOE CTHUMYJIOM, HWIH CHCTEMA,
(bYHKIMOHUPYIOLIAS 110 TIPHUHIKUITY CHU3Y-
Bepx  (down-top),  BOBiekaercs B
oOHapyxeHHe CYIIECTBEHHBIX nim
3aMETHBIX CTHMYJIOB, HaXOJSIINXCS BHE
308bl BHUMaHUSA. CormacHo KopbOerra n
[ymemarn  (2002), mepBas cucrema
COCTOHT M3 33/iHe-(hPOHTAIEHO-TEMEHHBIX
obnacteit (puc. 5). B
MIPOTUBOIIOJIOXHOCTh  3TOMY  CUCTEMA,
3alycKkaemasi CTUMYJIaMM, HCIOJb3yeTCs],
Korga MPEABABIIAIOTCA INOTCHIIMAJIBHO
Ba)XHBIE CTHUMYJIBl (HAIpHMEpP, OrOHb Y
mopora Bamiell KOMHAThl). JTa CHUCTEMa
COCTOMT M3 IPABOIOJIYLIAPHBIX BEHTPO-
(DpOHTO-TEMEHHBIX OOJIacTei. OTH JBE
CHCTEMBl  B3aWMOJEUCTBYIOT Jpyr cC
JIpyroM, IO KpalHell Mepe, Ui TOrO,
9TOOBl  TpepBaTh  JEHCTBHE  IEPBOM
CHCTEMB, KOrga  OOHapyKHBAaIOTCS
3HAYMMBIE CTUMYIIHI (pHC. 5).

Bo Bropoii cucreme, HecMOTps Ha
pasiuuue JKCIEPUMEHTAIBHBIX
OpoLEeAyp,  HMEeTcd  CYyIIECTBEHHOE

HaJIOXKEHUE aKTHBUPOBAHHBIX 00JIacTeH.

Puc. 5 nokasbIBaeT, 4TO pa3Hble MO3TOBBIE
00J1acTH aKTUBUPYIOTCS NP MEPeXoJie OT
OJIHOTO K APYrOMy HCCIEIOBAaHHUIO. JTO,
BEPOSITHO, OTpakaeT TOT (haKkT, HTO
UCIBITYEMBIE UCTIONB3YIOT pasHble
npouenypsl. OHH OKUAAIOT CTUMYJBI B
JJAHHOM  MecTeé B DKCIEpUMEHTax
Kopberra u XopduHrepa, oHH 0XHUAAIOT
pasHOEe  HampaBJCHHWE  JBIDKCHHSA Y
lynbmaHa, 1 OHM OXHUJAAKOT CIOMXKHBIN
KOMIUIEKCHBIA 3pUTENbHBIA YKas3aTellb Y
Kacrnepa.

K konmy npanumaroro Beka Bce OoJbliee
YHCIIO UCCIIeIoBaTeNIel IPUIILIO K BBIBOILY
0 TOM, 4YTO BHHMaHHE HEOOXOIUMO
paccMaTpuBaTh Kak MHOTOYpPOBHEBBII
npouecc. [lpumuio mOHUMaHME, YTO
TPaAULUOHHAS JAUXOTOMHUS CO3HATEIBHOMN
u Oecco3HaTeNbHOM 00paboTkw,
UCIIOJb3yeMast B JBYXYPOBHEBBIX
MOJIETISIX, SIBHO  HEJNOCTAaTO4YHA  JUIs
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Puc. 5. A) Moseogvle obracmu, 8061euenHble 8 CUCIEMY GHUMAHUSL,
ynpasnsemyio yenvio. Ha pucynke npedcmagienvt danHble uccie008anull, 8
KOMOPbIX UCHbIMYeMbLE 0XHCUOATU ONpedeleHtblll 3pumenbhblli cmumyi. B)
Moszogble 0bracmu, 6061eUeHHblE 6 CUCTNEM) BHUMAHUS, YNPABISEMYIO
cmumynom. Ipu smom ucnvimyemvie demexmupyiom peoKue CImumyivl-
muwenu (Corbetta and Shulman, 2002).

OTINCaHUS BHUMaHM, KaK
MHOTOYpOBHEBOr0O Impouecca. B 3Toil
CBSI3U 0e3yCIOBHBII HHTEpeC

MPEICTaBIsIeT pa3BUBacMasi B IOCIICIHHE
TOJTBI [TosHepoM u ero KoJuleramu
(Posner 2004) koHIeHmus, KOTOpas
paccMmaTpuBaeT TPU CUCTEMbl BHUMAaHUS B
MO3TY:

1) Bo30yxneHus-01uTeIbHOCTH
(Alerting),

2) Opuenruposku (Orienting),

3) UcnoxHuTENEHOTO KOHTPOJISA
(Executive Control).

IlepBpie  1BE  CHUCTEMBI  peaM3yIOT
MMPpEUMYyHICCTBCHHO ABTOMAaTHYCCKHUC
ormeparuu.  Cuctema  BO30YXKIEHUSI-
JUINTEIBHOCTH  OTpaXkKaeT  BKIIIOYECHUE
MeXaHW3MOB akTuBanmu. [lpu 3TOM
OpHEHTHpOBKa moHMMaercs IlozHepom
KaK  IPOCTPAaHCTBEHHBIH  TOWCK M|

CEJICKUHUsT CTHMYJbHBIX 00JacTeil st
Oosee rayOokol 00paboTku. Tperbs
cucremMa paboTaeT IO IMPOU3BOJIBHOMY

MexaHm3My, Ilo3Hep  CBS3BIBaET  ee
(GYHKIIMK C  ONEpPaTHBHOM MaMATHIO,
MIPEOI0JICHUEM KOH(IMKTOB u
HCTIOJIHUTEIBHBIM KOHTPOJIEM.
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B HACTOsAICC BpEeMs YIKC HC HNPUXOAUTCA

COMHEBAThCS B 3HAYUMOCTH
HEOCO3HAaBaEMOTI'0 BOCHPHATHS B
OpraHu3alyK TOBeleHUs uenoBeka. [Ipu
3TOM B KauecTBe KpUTEpHUs
0CO3HAaBaEMOCTH nHpOpMAIIU
MPUHUMACTCS (CumMoHOB, 1987)
BO3MOXXHOCTh €€ Tepefauydl  JIPYruM

YJeHaM COOOLIEeCTBa HOCPEICTBOM S3bIKA
BOOOIIIE WM €€ 03BYYCHHOH (hOPMBI peuH,
B YaCTHOCTH.

B  MHOrouucneHHbIX
yCTaHOBJICHA
HEOCO3HaBAEMOT'0
mocrynaroniei  uHpopmanuu. Eme B
KOHLIE  [03alpolUIOro  Beka  ObuIM
MOJy4eHbl TEPBbIE DKCIEPUMEHTAJIbHbIC
JaHHBIE O HAIMYUM HEOCO3HABAEMOTO
Bocrpusitus (Sidis, 1898; mur. o Mericle
et al., 2001). B onbITax 1eMOHCTpUPOBAIN
KapTOYKH C H300paKeHUSIMA OYKB WIIH
mudp C PacCTOSHUS TIPU  KOTOPOM
WCTIBITYyEMBbIE HE MOIJIM [aTh OTYET O
Xapakxrtepe 3PUTEIBHOTO CTUMYJIA.
OpHako, NpH HCIIOIB30BAaHWM METOAA
HNPUHYAUTEIBHOTO BBIOOpa
WIeHTU(HUKALUS 3pUTENBHOTO MaTepHraia
OKa3ajach BBIIIE CiIydaiHOro BbiOOpa. B
npyrom uccnenoanuu (Williams, 1938)
Ha 9KpaH INPOCUMpPOBAJICS KOHTYP Kpyra,
TpeyroJbHUKa I KBajpaTa c
MIOJITIOPOTOBEIM  ypOBHEM. L cIbITyemble
3HAJIM O TOM, YTO Ha 3KpaH MPOECIUPYETCS
OJTHO M3 TPEX HM300paKEHUH, HO Jaxe B
TEX CIydJasx, KOrJla OHHU BOOOIIE HUYETO
HE BHIEIM Ha DJKpaHe, YPOBCHb
NpaBWIBHOTO  BBIOOpa  OBUT  BBIIIE

HCCICOOBAHUAX
BO3MOXXHOCTH
BOCIIpHUATUA

ciIy4aitHoro. B aHaJIOTUYHBIX
HCCIICIOBAHMAX YCTAHOBJICHO, YTO TaKHE
OTHOCHTEJIBHO TIPOCTBIC CTHMYJBI Kak
KpPYTH, TPEYTONBHUKH, KBAaJPaThl, OYKBBI
u U poI CIIOCOOHBI
UACHTU(PHUIIUPOBATHCS Ha
HEOCO3HABAEMOM YPOBHE.

)5 HEPBBIX (bHU3HOIOrHYeCKHX
HCCIICIOBAHUH B TIEPBYIO OYepelb
CICIyeT OTMETHTh pe3yJbTaThl padoT
I''B.Iepuynn (1945-1950) moxazasuiero

(TepuryHm, 1947) BO3MOXKHOCTb
BO3HUKHOBEHUS  YCJIOBHOPE(ICKTOPHBIX
BereTaTuBHbIX M DDl -peakuuil  Ha
3BYKOBBIC CTHUMYJIBI TIOATTOPOTOBO#
HHTEHCUBHOCTH. HauGonee
3HAYUTEIbHBIMU bitic¢ pa3paboTku
MO3TOBBIX MEXaHU3MOB poOIEMBI

HEOCO3HABAEMOI'0 BOCIIPHUSATHS SIBHIIUCH
paborsl P.Y. Cneppu moiyyuBIIEro B
1981 rogy HoOeneBckyro mMpeMuio «3a

OTKPBITHS, Kacarolumecs
(hYHKIIMOHATTLHON cIieLHaIn3auu
MOJTyIapuii TOJOBHOTO Mo3ray. Tak B
xoze H3YYCHUS 0CcOOeHHOCTEH
BOCTIPUSTHS y MMaIEHTOB C
MEPEepPEe3aHHBIMA  OCHOBHBIMHU CBSI3SIMH

MEXAY TMONyIIapusiMH, ObUIa IIOKa3aHa

HECIIOCOOHOCTH qeJI0BEKa IaTh
CIIOBECHBI oT4eT 00 wuHpopMaIwH,
[OCTYNAIOLIEN M3 JIEBOM  4acTH IOJIs

3peHuss 00OMX TIjla3 W, TaKUM 00pa3oM,
a/IpECOBaHHOIl  IIPaBOMy IHOJYLIAPHIO.
OI[HaKO, 9THU HCIIBITYCMBIC MOTI'JIN
UCIIONIb30BaTh JaHHyI0 HH(popManuio B
HEepeueBbIX  TecTax, HalpuMep Ui
OpTraHW3aIuH MPABHIBHBIX JBUTATEIHHBIX
peakuuii.  Hampumep  npenbsiBieHue
KapUKaTypbl B JIEBOW YaCTH IMOJSI 3pPEHHUS
obonx rias (obycrnoBnuBaromiee
MOCTYIUICHUE 3PUTENIbHON nHpOopManuu y
MAIMEHTOB C Mepepe3aHHbIM MO30JIUCTHIM
TEJIOM B IIpaBO€ MOJyIIapHE)  MOXKET
BbI3BATh y YCJIOBCKa CMEX.
CrnenoBaTenbHO — MpaBoe  IOJIyLIapHe
OCYWIECTBIJIO  aHAIM3  3PUTEIBHOTO
n3o0pakenus. OpHako OONBHOW  HE
MOXKET TPABWIHLHO OOBSICHUTh NPUUUHY
cmexa. WM HaobopoT mpenbABICHHE
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HEOCO3HABAEMOE BOCIHIPUATHUE

KapHKaTypbl B IIPaBOM 4acTH MOJIS 3pEHUS
(obOycnoBnuBaromee HOCTYIUICHUE
3pUTENbHON MH(OPMALMH Y MAIMEHTOB C
nepepe3aHHblM  MO3O0JHMCTHIM — TEJIOM B
JIeBO€ TOJTyIIapye) NPUBOAMIO HE TOJIBKO
K BO3HMKHOBEHHIO CMe€Xa, HO H
BO3MOXKHOCTH BEepOaTbHOTO OOBSACHEHHS
NPUYUH €ro BO3ZHHKHOBEGHUS. TaKuM
oOpa3zoM ObUIa BBIABICHA HE TOJBKO
BO3MOXHOCTb HEOCO3HABAEMOT'0
BOCIPHATHSA, HO M 0co00e 3HAuCHUE
JEBOrO M MPaBOro IOJYMApUH KOPBI
Mo3ra B Iporeccax  o0pabOTKH
uHpopmManm Ha  OCO3HABaEMOM W
HEOCO3HaBaEMOM YPOBHSIX
COOTBETCTBEHHO.

OnmHako, TpU KPUTHYSCKOM aHAJIU3E
MO>KET BOHHKHYTh €CTECTBEHHBIH BOIPOC
0 BO3MOXKHOCTH HEPEHECeHUs JaHHBIX
IMOJIYUYCHHBIX Ha nmanueHTrax
MOJIBEPTIIMXCSl OIlepalliu IO Tepepe3ke
MO30JIUCTOTO ~ Tejla Ha  HOPMaJIbHBIX
310pPOBBIX JIOACH. [Toatomy
MPE/ACTABISIETCS] IPUHIUITUAIBEHBIM, YTO C
MIOMOIIBIO Ppa3HbIX METOJINYECKIX
MOAXOMOB B Pa3HBIX HAyYHBIX LEHTPax
MOJTYYEHBI 9KCIIEPUMEHTAJIbHBIC
JIOKa3aTeNbCTBa Y MHTAKTHBIX 3J0POBBIX
UCIBITYEMBIX ~ PEAIBHOCTH  (peHOMEeHa
HEOCO3HaBaeMOro  BoOCHpUATHA  (CM.
Kocrangos, 1983, 2004; CmupHOB U 1p.
1996). Bosiee Toro, Ha 3IOPOBBIX JHOISIX
YCTaHOBJIEHa BO3MOYKHOCTh OTPa)KEHHUS B

CYMMAapHbIX QJICKTPUUCCKUX  pCaKIUAX
Mo3ra aHajgM3a CMbICIA CJIOB  HA
Heoco3HaBaeMoM  ypoBHe (Koctanmos,
1983).

O cnocobax npeodvsaeieHUA CEHCOPHOU
ungpopmayuu Ona  obecneyenus ee
eéocnpuamus ~ Ha  HeOCO3HABAEMOM
yposue

K HacrosmieMy BpEeMEHH YCTaHOBJICHO
paszHooOpa3ue Ccrmoco0OB IPEIbSIBICHAS

CEHCOPHOM uHpopMaN JUIS
obecrieueHnsi €€ BOCHpUATUS  Ha
HEOCO3HABAEMOM YpOBHE u
METOAMYECKUX IPHUEMOB PErUCTpaLUu

(DU3NONOTHUECKMX W TOBEJEHYECKUX
nposiBiieHuil  ee  3HauuMoctu. Ilpu
UCCIIEJOBaHUU HEOCO3HaBAEMOI'0

BOCIIPUATHSL OOBIYHO HEOCO3HaBaEMOCTH
3a7aeTcsd OJHUM W3 JIByX crocoboB. B
IepBOM  Cllydae  HEOCO3HaBaeMOCTb
00ycoBIMBacTCS CO3IaHNEM
COOTBETCTBYIOIIUX YCJIOBHH CTUMYJISILIUH
(IOAIOPOTOBEId  YPOBEHb  CTUMYJIOB,
npsMasi W oOpaTHas ~ MacKHpOBKa
CTUMYJIOB, HM3MEHCHHUE BpPEMEHHOH
CTPYKTYpBl IPEIBABISIEMBIX CHTHAIIOB),
Bo BTOpoM Heoco3HaBaeMOCTh 3aaaeTcs
MHCTPYKIHKEH UCIIBITYEMBIM 0
COOTBETCTBYIOLIEM pacrpezaeneHuu
BHUMaHHS (ipu UCIIONIb30BaHUN
3pUTENIFHBIX ~ CHUTHAJIOB HCIIOJIb30BAaHHE
napadoBeaJbHBIX  0o0nacTell  3peHus).
Crnenyer OTMETHTh, 4YTO HECMOTpsS Ha
HaJIM4YUe JUCKYCCHUH O MPEHMYIICCTBAX H
HEJOCTaTKOB METOAOB CaMOOT4eTa H
NPUHYJUTEIBHOTO BBIOOPa B LEJIOM
UMEETCSl  COOTBETCTBHE  IIOJy4EHHBIX
pe3ynbraroB. lcrnonb3oBaHue MeToAa
NPUHYAUTEIBHOTO  BHIOOpAa  CUMTAETCS
Ooyee KOHCEpBAaTHMBHBIM (HA/IC)KHBIM B
OTHOUIEHHH JI0Ka3aTesIbCTBA), HO 110 BCEH
BUJAUMOCTH  MEHEE  YyBCTBUTEIbHBIM
(Merikle, 2001).

BecbMa 3HaunTENBHOE KOJIMYIECTBO PadoT
ObUIO MPOBEJCHO MO ONOCPEAOBAHHOMY
BBISIBJICHUIO 3HAYUMOCTH
HEOCO3HaBaeMoro BocnpuaTus. B mepsoii
n3 Hux (Kunst-Wilson, Zajonc, 1980)
HCIBITYEMBIM HIPEABSABIIAIN 10
Pa3JIMYHBIX MHOTOYTOJIEHUKOB B TCUCHHUE
1 Mc mo 5 pa3. 3areM c UIATEIbHOU
9KCMO3UIMEH  IEMOHCTPUPOBATIH  Iapy
MHOTOYTOJIbHUKOB, OJIMH W3 KOTOPBIX
MoJaBajcs 10 3TOr0, a BTOPOH IO 3TOTO
He BcTpedancsa. lVcmeITyemble AOMKHBI
OBLIH IPUHSTH J1BA pemieHus: 1) Kakoil u3
HUX YK€ BCTpeyascs 10 3TOT0 U 2) Kakou
u3 HUX Oosybiie HpaBuUThcs. Okazaioch,
YTO OTBETHI Ha TEPBBIl BOIPOC HOCHJIH
CIlyyalHBIH XapakTep, TorJa Kak Ha
BTOPOI OOHAPYKECHO MPOSBICHUE CBS3H B
BUJIE€ IPEANIOYTEHHS TOTO, KOTOPBINA paHee
NPEABSBISUICS.  Ha  HEOCO3HABAaCMOM
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ypoBHe. Haumnas c¢ 1980 roma psn
myOIMKanuii pasIuYHBIX aBTOPOB
(Barchas, Perlaki, 1986; Bonano,

Stillings, 1986; Bornstaecin et al., 1987,
Mandler et al.,, 1987; Seamon et al.,
1983a,b; Seamon et al., 1984)
MTOATBEPIAIIH 3TH JaHHBIE.

B orHOcHTeNnbHO HeAaBHUX paboTax MpH
HCIIOJIb30BaHUH HEOCO3HABACMBIX (3a CYET
MaJlod  JIUIMTENIbHOCTH)  3PHUTENIbHBIX
CTHMYJIOB MOoKa3aHa BO3MOYKHOCTb
ompeneneHus 3HadeHus cioB (Cheesman,
Merikle, 1986; Merikle et al., 1995) u
nuneBo# skcrpeccun amonui (Esteves et
al., 1994; Esteves, Ohman, 1993). C
MOMOIIBI0  MeTo/a  (PYHKIMOHAIBHOTO
MarHUTHOTO PE30HAHCA YCTAHOBJICHO, YTO
NpeibsBICHHE  HA  HEOCO3HABAEMOM
YPOBHE HCITYyTaHHOTO JIMIIA IPUBOJAWIIO K
OonpIiieil HEUPOHATBLHOM AaKTHBAIMK B
amMuriajge, 4YeM Ipd  JSMOHCTpAIUd
cuacmBoro Jymia (Whalen et al., 1998).
Ipu HCTIOJIh30BaHUHT MeToa
MO3UTPOHHON 3MUCCHOHHOM ToMoOTrpaduu
BesiBIIeHO (Morris et al., 1998), gto
n300paKeHHs CepAUTHIX JIHIL
MPEIBSABISAEMBIX HAa  HEOCO3HABAEMOM
YPOBHE OTPa)KaeTCsi B aKTUBAILIUYU TPaBOH,
HO HE JIEBOW aMUTI1abl.

K HacrosmeMmy BpeMeHH BBISIBICHO
BIIMSHHE HEOCO3HABAEMBIX 3PHUTEIIBHBIX
CTUMYJIOB M TIPH  OCYLIECTBICHHUU
CTPOTOr0  OOBEKTUBHOTO KOHTPOJIS HX
MPeIbSBICHHS Ha MOANIOPOTOBOM YPOBHE
(Marcel, 1974, 1983). Jlormka maHHBIX
9KCIICPIMEHTOB OCHOBaHa Ha TOM, YTO
UCIIBITYeMble ObICTpee pearupyroT Ha
0CO3HaBaeMOE CIIOBO (HaIpUMep, TOKTOP)

I10CJIC Hpe):l'bﬂBJ'leHI/Iﬂ nepBoro
CEMaHTHYECKH CBSI3aHHOTO cj0Ba
(canuTapka). IIpu WCIOJIb30BaHUHU
3pUTEIHEHON «MacKn, KOTOpas
00yCIIOBITHBACT HEOCO3HABaeMOCTh
MEPBBIX CJIOB, OHH TEM HE MCHEe
MIPOIOIDKAIOT OKa3bIBaTh
COOTBETCTBYIOLICE BIIMSIHHE. OtH
pe3yabTaThl OB MHOT'OKPATHO
BOCTIPOW3BEICHEI (Balota, 1983;

Dagenbabach et al., 1989; Fowler et al.,
1981; Greenwald et al., 1996; Kemp-
Wheeler, Hill, 1988). Bonee Toro
aHaJIOrUYHbIE pe3yJbTaThl ObLTH
MOJIyYEHBI B CIIy4Yae NPUHSTHUS PEIICHUS O
sHaynMoctu cioBa (McCauley et al.,
1980) wmm xaptuaku (Bar, Biederman,
1998) (mpm TpegpSBICHHH  BMECTO
MEepBOTO ClIOBa COOTBETCTBYIONICH
KapTUHKHM Ha HEOCO3HABaEMOM YPOBHE, 32
cYeT 00paTHOM 3pPUTENHLHON MACKHPOBKH).

C [noMompH  METoJa  BBI3BAHHBIX
IOTEHIMAJIOB U (YHKIHOHAIBHOTO
MarHMTHOTO  pE30HaHCa  OOHApPYyKEHO
OTpaKCHHE HEOCO3HABAEMOTO

Bocripusitust (Dehaene et al., 1998), ne
TOJIBKO B CEHCOPHBIX CTPYKTypax MO3ra,

HO TaKk e B  TeX, KOTOpbIE
NpeNONPEIeISIOT MOTOpHOE
pOrpaMMHpPOBaHHE.

Opnako  wuMeercss psii  (DEHOMEHOB,
CBSI3aHHBIX c HEOCO3HABAEMBIM
BOCIIPUSITHEM, KOTOpblE Ha  OCHOBE
9KCTIEPUMEHTAIIBHBIX pabor

IIPEUMYIIECTBEHHO OTBeprarorcs. OqHuM
n3 TakuxX (CHOMEHOB SIBISIETCSI MIMPOKO
pexsaMupyemas BO3MOXXHOCTb
HCTIONIb30BAHMSA ayJroKacceT ULt
n30aBICHUS oT JIMIITHETO Beca,
n30aBICHUSI OT AIKOTOJM3Ma, yCHICHHS
CEKCyalIbHbIX GbyHKUMA, o0y4eHust
HMHOCTPAHHBIX A3bIKOB U T. 1. ¥ T.IL.

Hccneoosanusn Heoco3Hasaemozo
60CRpUAMUA HA OCHOGE UCNOIb30BAHUA
0cobeHHoCcmell aKkmueHozo 80CRPUAMUA
CEeHCOPHOIl uHopmayuu (6HuUManu)

[Ipexne yeM IHepedTH K aHaIu3y
COOTBETCTBYIOIIUX JTaHHBIX 0
HEOCO3HABAEMOM BOCIIPUSATHH,
MpeACTABIsAETCA HEO0OXO0ANMBIM
OTMETUTh, YTO B HACTOAIIEE BpeMs HE
MIOATBEPKIACTCS paHee  IIMPOKO

pacnpocTpaHeHHOE MHeHHe 00 y4acThu
cnenupuyecknx 00pa3oBaHMi CEHCOPHBIX

CHCTEM B npoieccax aKTHBHOI'O
BBIJICIICHUS] HEoOXoAnMOW HH(OpMAaIHH,
OCHOBAaHHOC Ha  INPEACTABICHUSAX O
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¢ynkuun  obparHbix (3 depeHTHBIX,
UeHTpU(YTralbHbIX) IyTeil B mpexaenax
COOTBETCTBYIOIIEH CEHCOPHOH CHCTEMBI.
Tak, cpasy mocie ycraHoBieHHUS (HakTa
YMEHBILICHUS 4acTOThI (honoBOI
UMIylbCcalliM  HEHPOHOB IO  Mepe
repexosia OT HIDKEIECKANMX YpPOBHEH
CEHCOPHBIX CHCTEM K BBIIIEIICKAIIIM, €TO
CTJIM PacCMaTPHBATh KaK CBUETEIHCTBO
yMeHbllieHns1 00bEéMa TnepepadaThiBaeMoit
uH(pOpPMaLUH, €€ CeNIeKUUH B CEHCOPHBIX

nytsx. OmHako TPH HECOMHEHHOCTH
€aMoro (deHOMeHa, MO-BUUMOMY,
00YCJIOBJICHHOTO MEXaHHU3MOM

JaTepalbHOTO TOPMOXEHMs, I0100Has
€ro TPAaKTOBKA HEMPAaBOMEPHA, IOCKOIBKY
KpoMe BPEMEHHOIO crocoba
KOAMPOBAHUs, XapaKTEpHOTO Ul MEPBBIX
YPOBHEH CEHCOPHBIX CHUCTEM, Ha BEPXHUX
YPOBHSIX COXPAHAECTCS TOIMOJIOTMYECKUH
CHOCcO0 KOAMPOBAHUS, PEATU3YIOIIUNICS B
MHOTOMEPHOH YTIOPSII0UYCHHOCTH
PacIOJIOKEHUST HEMPOHOB.

Becbma JacTo BO3MO>KHOCTE
NPUCITYIINBAHUS K  MYXKCKOMY  HIIH
JKEHCKOMY ToJiocy (Tak Ha3bIBaeMBbIii

a¢hdexr  cocktail-party)  oOBscHsAETCA
HUCXOSIAMH TOPMO3HBIMH
BO3JCHCTBHAMU OJIMBO-KOXJIEAPHOTO

IyYyKka Ha BXOA CIyXOBOH CHCTEMBL
OJHAaKO OTMETHM, YTO HHCXOMSILHE MyTH
B CCHCOpPHBIX CHUCTEMax, B TOM 4YUCIC U
OHHBO-KOXHeaprIﬁ ITYy4O0K, OTJIIN4acT
MaJIOYHCICHHOCTh AKCOHOB M UX IIHPOKOE
BETBJICHHE B TeX OOpa30BaHUSX, 1€ OHH
3akaHuuBarorcsi. [logoOHast 0coGeHHOCTD
HHUCXOJSIIMX CBS3€H MO CPaBHEHHIO C
BOCXOSIILMME CBUCTEIBCTBYET O Majoi
BEPOSITHOCTH  JIOKAJIBHOTO  BO3ICHUCTBHS
Ha ONpeeiCHHBIC CEHCOPHBIC KaHAIIBI
00paboTku ¥ TpoBeAeHHsS HH(DOPMAIHH.
Her wu mpsmeix  Qu3HOIOTHYIECKHX
JIOKa3aTeIbCTB OPUYACTHOCTH
LHEHTPUPYTaIbHBIX MyTEH K MEXaHH3MaM
CEJIeKI[MU CUTHAJIOB B Mpeeiax CIyXoBoii
cuctembl. bonee TOro, Ha >KMBOTHBIX H

JIIOOAX npu yCl10BUHA KOHTPOJIA
KOHCTaAaHTHOCTHU IleflCTByIOHlPIX
CCHCOPHBIX CHUTHAJIOB IIOKa3aHO, 4YTO

OTBJICYCHUEC WJIW MPUBJICYCHNUEC BHHUMAaHUA
K CTHUMYJ1Yy HEC BJIUACT Ha aMIUIMTYIdy

CIYXOBBIX  BBI3BAHHBIX  IOTEHIIUAJIOB,
OTpaXKaromx AKTUBHOCTh pa3HbIX
YPOBHEMH CTBOJIA MoO3ra. IIpu

HECOMHEHHOW YOEIMTEeNbHOCTH JaHHBIX O
BIMSHUM aKTHBAIMM WM BBIKIIOUYCHHS
TOTO WM WMHOTO OTJela CEHCOPHOW
CHCTEMBI Ha JICSITEIbHOCTDh HIDKEIIKAIINX
YpOBHEH, 3TH pe3ynbTaTbl YKa3bIBarOT
JIUIIb HAa TOTEHUWAIbHYI0 Ba)KHOCTb
HUCXOAAIIMX IIyTeH, HO HE MOIyT
paccMaTpuBaThCA B KayecTBe
JIoKa3aTeIbCTBA UX YYacTHs B Ipoleccax
aKTHBHOTO BOCHPHATHS. TakuM oOpazom,
0 KpaiflHell Mepe, Ha HIKHHX YPOBHSX

CCHCOPHBIX CHCTEM HE HPOHUCXOIUT
BBIJICTICHUS 3HAYUMBIX CCHCOPHBIX
CHTHAJIOB. B creupUIECKUX
00pa3oBaHUAX CCHCOPHBIX CHCTEM

MPOMUCXOJUT OIMCAHHE BCEX CUTHAJIOB,
aJICKBAaTHBIX JIJIsl aKTUBALIMH PELCTITOPOB.
W3 »3TOro cinepmyer NpUHLMIIKMAIBHBIN
BbIBO/JI, JId pacCMAaTpHUBACMbIX B JaHHOM
0030pe BOIIPOCOB, 4TO MO3T
oOpabaTbiBaer BCIO uHpopmanuio
OTpaXXEHHYIO B AKTHBHOCTH
COOTBETCTBYIOIIMX PEIENTOpOB, HO HE
BCSl MH(OpMAIHs OCO3HACTCS.

IIpy wuccnenoBaHUM — HEOCO3HABAEMOTO
BOCIIPUATHS IMPOKO HCIOIB3YIOT CIIOCO0
MIPUBJICUCHUS BHUMAaHUSA K
ONpENEICHHOMY JIOKAJIbHOMY  y4YacTKy
MOJIS 3pEHMs. 3pUTENbHBIE CTUMYJBI U3

APYyTux Y4aCTKOB OCO3HAaHHO HC
BOCIIPUHHUMAKOTCA. Cne,uyeT OTMCTHUTD,
4qTo JaHHas OKCIICPUMCHTAJIbHAas

mpoIleIypa SBISACTCS aHaJIOrOM TOTO, Kak
HEOCO3HABaeMbIe  BO3ACUCTBHUSI  MOTYT
MPOSIBIIATECS B €CTECTBEHHBIX YCIOBHUSX.
VMmeroTcst  CBHIETENBCTBA  TOTO,  YTO
JTAHHBIHA croco6 SMOLIMOHAIBHOTO
BIIMSHUSL Ha 4YeJOBEKa IMPOSBIAETCS B
npousBeaeHusax xuBonucu (I'proccep u
Ip., 1995).

B paborax ¢ oTBieYeHHMEM BHHMaHHA

UCTIBITyEMbIC JIOJDKHBI (PUKCHPOBATH B30P
Ha  ONPENEJICHHOM  MeECTe  3KpaHa
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(momycTuM ISl OTIpeNieieHusT OTJIMYUN B

N300paKeHUN KpecTa JUTMHBI
TOPH30HTAIBHBIX OTpPE3KOB oT
BepTUKANbHBIX). [IpH  OpenbsBICHUU
(Mack, Rock, 1998) xpecra cOOKy,
OJTHOBPEMEHHO MPEABSBISIEMOE CIOBO B
LeHTpe  JHCIUIess  OCO3HaHHO  He
BocpuHUMaock  (60%  MCHIBITYyeMBIX

BOOOIIIE OTPHUIIATN HAIMYHE KaKOTO-JIH00
JIpYyTOro CTUMyJa KpoMme Kpecta). Y 47 %
u3 3TUX UCIIBITYEMBIX npu
NPUHYIUTEIBHOM BBIOOpE M3 5 CIOB,
BBISIBJICHO JIOCTOBEpHAsl WACHTH(UKAIIUS
COOTBETCTBYIOIIErO cJioBa. B nmpyrom
OKCIICPUMEHTC npu pEAbABICHUN
Kakoro-to cinoBa (Hampumep, flake) Ha
HEOCO3HABAEMOM YpPOBHE, HCIBITYEMbIC
JOJDKHBI OBUTM  JIOCTPOMTH CJIOBO IIPH
MOCIIe Y FOIIICH JEMOHCTpAllMd  Ha
OCO3HABaeMOM YpPOBHE  IIEPBBIX TpeX
oyks (fla). Y 36% ucneITyeMsIxX
Ha0oaano0ch qocrpauBanus ciosa flake.

Hdns CPaBHHUTEILHOTO aHaIM3a
ocobeHHOCTEH 0CO3HaBaEMOTO u
HEOCO3HaBaEMOT'0 BOCIIPUSTHS
MPeNCTaBIAIOT nHTEpec naHHbie (Dabner,
Jacoby, 1994). B wx wuccrenoBaHuH
HCTIBITYEMOMY TIPEIBSABIAIOCH Ha DKPaHE
CIIOBO U «Macky» uepe3 50 mc wmmu 150
Mc. Ilocne mackupyromero BO3IEHCTBUS
NPEABIBIUINCH TIEPBbIE TpU OYKBBI U3
paHee skcnoHupoBanHoro ciosa (frigid).
Or HCIBITYEMBIX Tpe6OBaJ'IOC]) JOIIOJTHUTH
atu  Tpu OykBel (fri) 1o  cioBa
omnyatomierocs ot ciosa frigid. Ilpm
uHTepBasie B 150 Mc ucobITyeMble
CIpaB/SUIMCh € JIaHHOW  3ajadeid
(HarprmMep, OYKBEI TOTIONHSUTACH IO CJIOB
fright, fringe, Friday), npu uaTepBare 50
MC HCIIBITYyEMbIE KaK MPaBUJIO JOMOIHSIN
ot Tpu OykBbl g0 cnoBa frigid.
Amnanoru4ssle PpE3yIbTaThI ObLIH
IMOJYUYCHBI U HPHU YCJIOBUU MNPHUBJICUCHUA
501050 OTBJICUCHUS BHUMAaHUA oT
MPEIbIABICHHOTO CJI0BAa Ha ofgHOM U3 180
mucmieeB (Smith, Merikle, 1999). 1 B
3TOM ciryyae OTBJICYEHHE I
NPUBJICYEHHE BHUMAHUS K CJIOBY BIIHSIIO
MIPOTHUBOIIOJIOKHEIM  oOpasom.  [lpm

OTBJICYCHWU BHHMaHHA Yy MCHBITYCMBIX
BO3HMKaIM  3aTPyJHEHHs  CJeJO0BaTh
HHCTPYKLIUH HE HCIO0JIH30BATh
NPEABSBIISIEMOE PaHEE CIOBO JI0 KOTOPOTO
TpeboBaJIOCh  JONHUCAaTh TPU  HEPBBIX
OykBbI. Mcxonst U3 aHAJOTMYHBIX JaHHBIX
BBICKA3bIBACTCSl  INPEAIOJIOKCHHUE 0
MEHBIIEH CIIOCOOHOCTH YyeJIoBeKa
KOHTPOJINPOBATh CBOH JCUCTBUS
(6ompreit BBIPA)KEHHOCTH ux
ABTOMATH3allMM) TP HEOCO3HABAEMOM
BocupuaTHu. [lIpearnomaraercs, 4ro B
OOBIYHBIX ~ YCJOBHUSIX  HEOCO3HAaBacMOE
BOCIIpUATHC CTUMYJia MOXECT
00yCIIOBITMBATH TIEPEKITIOUCHNE BHUMAHHMS
Ha HEro M TakuM o0pa3oM IIepeBOJIUTH
BOCIIPUSITHE HA OCO3HABAEMBIH YPOBEHb
(Posner, Rothbart, 1992). 1 naobopor,
kak ormedan eme [.B.I'epmrynu (1947)
«... W3MCHEHHE COCTOSHHS BHHMAaHUSI
JOJDKHO  XapaKTepHU30BaThCH ..
HOSIBJICHUEM CYOCCHCOPHBIX peakuuii ¢
Tex adppepeHTHbIX cHUCTeM,
YYBCTBUTCJIBHOCTb KOTOPBIX IMOHUKACTCA
Inpu MEPEHCCCHNHU BHUMAaHUA Ha
pasfpakeHus, TMaJalollie Ha Ipyrou
OpTraH 4yBCTBY.

Bnuanue neocoznasaemozo eocnpusmus

Ha npou3eoabHYI0 oesamebHoCMb
yenoeeKka
Brrgasienue caMou BO3MO>KHOCTH

HEOCO3HaBAEMOI'0 BOCIIPUATHS elle He
npearnosnaraer 3pQeKTUBHOTO BIUSIHUS Ha
MOBEJICHUE YeNOBEKa 000N CEHCOPHOM
nHpOpMaINN ONMHUCAHHOHW AaKTUBHOCTBHIO
HEPBHBIX 3JEMEHTOB CEHCOPHBIX CHCTEM.
OTCyTCTBHE ydeTa 3TOTO OOCTOSTEIHCTBA
MPUBOJWIO U A0 CHX IOp HPUBOIMUT K

CKENTUYECKHM BBICKa3bIBaHHSIM
OTHOCHUTENBHO 3()()EKTUBHOCTH BIUSHHS
Ha MIPOU3BOJILHYIO JIeSITeNIbHOCTh
YeJOBeKa  CEHCOPHOW  HMH(pOpMaIH
BOCIIPUHSITON Ha  HEOCO3HaBaeMOM
YpOBHe.

Omaum u3 MHOTOKpPaTHO
BOCIIPOM3BEACHHBIX UCCIIeIOBAHUI

spisieTcss padora McCormick (1997). B
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Hell Ha 0CO3HABAEMOM WIH
HEOCO3HABAGMOM YpPOBHE Ha OJKpaHE B
Havaje NpPEAbABSUIACh HEKas MeETKa

clleBa WJIM CIpaBa OT TOYKM (HUKCAIMN
B30pa, 3a KoTopoi uyepe3 500 wmc
npeabsBisuiach ogHa u3 0yks (X wiu O).
[lepen wucopITyeMbIM CTaBWIAch 3ajada
KaK MOYKHO ObICTpee ONpelesInTh KaKas 13
OykB Oblia Ha skpane. [Ipu stom B 15 %
MeTKa 1 OyKBa IPEbSIBISUIMCH C OAHOM U
TOH K€ CTOPOHBI OT TOYKH (HKCALUH

B3opa, a B 85 % cmywasix — ¢
IIPOTUBOIIOJIOKHBIX. B cooTtBeTcTBUM C
JIaHHOﬁ BEPOATHOCTBIO HCIBITYEMbIM

Npe/sIarajoch MOBBICUTh I(PPEKTUBHOCTD
BBITIOJTHEHUS 3aJIaHus 33 CUeT o0palieHus
BHUMAaHHMS Ha TIPOTHUBOIIOJIOKHYIO
cropony. Ilpm ocozHaBaeMOM YpOBHE
MPEIBSBICHNE  METKH  HCIBITYyEMbIC
OpicTpee  HWIOCHTU(UIMPOBATH  OYKBY,
KOTrza OHa MPEABSIBISIACH c
IIPOTUBOIOJIOKHOMN CTOPOHBI.
CrnenoBarenpHO, HATMYKME METKU (IpU ee
BOCIIPUSITUM Ha OCO3HAaBAEMOM YPOBHE)
CIOCOOHO TMEpeKIoYaTh BHHUMAHHE Ha
MPOTUBOIIOJIOXKHYIO CTOPOHY. B TOM ke
cilydae, KOTJa METKa HpeabsBIsUIach Ha
HEOCO3HaBaEMOM YpOBHE,
uieHTnUKanus. OyKBBI OCYIIECTBIUIACh
OpicTpee  Korma MeTka W OykBa
HaxOIWINCh Ha OJHON cTopoHe. Takum
00pa3oM NpeIbsBICHHE METKH BIIUSUIO Ha
MPOU3BOJILHOE NEPEKITIOYCHUE BHUMAHMS.

B apyroit  pabore (Dunlap, 2000)
MOKa3aHO  BIMSHHE  HEOCO3HABAEMBIX
AJIEMEHTOB 3PUTEJIBHOIO CTUMYJa Ha
OCO3HABAaEMOE €r0 BOCIIPUATHE B LIEJIOM.
B ocHoBe  mccnenoBaHWs  Jiexkania
u3BecTHass wimo3us  Mrosuiep-Jlaiiepa
(wumo3ust  cTpensl) O BOCHPHATHH
OOJIBIIEN JUINHEI oTpe3Ka c

pacxoasIMMHUCS KOHIIAMHU C ABYX CTOPOH,
[0 CPaBHEHHUIO C TEM )€ OTPE3KOM, HO
UMEIOIIMM Ha KOHIAX  CXOJISIIHecs
muaud. [lokazaHo, 9TO HpenbsBICHUE Ha
HEOCO3HABAEMOM YPOBHE CXOAALINXCS
W pacxonsiuxcs KOHIIOB,
MPEIONPENesIo CyXKIeHHe o Ooubliel
WIK MEHbIIeH JUIMHE OCO3HaBaeMOro
OTpe3Ka JINHHHY.

OcHOBHOE oT 4ero 3aBUCHUT
3G GEKTUBHOCTh  BIUSHHS  CEHCOPHBIX
CTHMYJIOB HE OCO3HABAEMBIX YEJIOBEKOM —
Ouonornyeckas, CoryaibHas 3HAYNMOCTb
9TUX CTUMYJIOB. IToaromy eme 1o
paccMOTpPEeHHUsI CIOCOOOB  TPEIbSBICHUS

CEHCOPHBIX CHTHAJIOB
HpenonpeIeIFOIINX ux
NPUHIMIIMATEHYI0 ~ HEOCO3HaBaeMOCTH,
HpeNCTaBIsAeTCA 11e71ecO00pa3HBIM
paccMoTpeThb IPUYHHBI
00YCIIOBIMBAIOIIUE HaJn4ue I
BO3HUKHOBCHUC y TEX 501050 HHBIX
CUTHAJIOB COOTBETCTBYIOIICH
3HA4YMUMOCTH.

B camom o0meM BHae 3HAYUMOCTb
CEHCOPHBIX CTUMYJIOB MOXET
(hopmupoBaTthCs: 1) Ha OCHOBE

00yCIIOBIMBAHUS C IMOMOIIBIO TOTO WIH
HMHOTO TOJAKPEIUICHUS WM 2) Ha OCHOBE
Takux (GopMm 0OyueHHs KaKk MMIPUHTHUHT,

MMHTALNS, IpeAONpPeNEIISIOIIIX
BO3HHMKHOBEHHE Habopa 3HaYMMBIX
(MO3UTUBHBIX W HETaTUBHBIX MO
SMOLUOHAIBHOMY BO3/ICHCTBUIO)

BHAJOCTICIH(PUICCKUX CUTHATIOB.

I[Tpu 00YCIIOBIMBaHUN OCHOBHBIM
(hakTopom SIBIIACTCS HAJINYHC
norpeOHocTH, MO0  CerojHs  1OJA
MOJAKPCIIJICHUEM IIOHHUMAECTCs CHATHC,
YIOBJIETBOPEHHE TOI 1581071 HHOM
MOTPEOHOCTH. DKCIepUMEHTAIBHOE
OIpE/ICNICHUEe HaJMYUsl TeX WM WHBIX
NOTPEOHOCTEH  MOXET OCYILECTBISATHCS
UCXO/s M3 KPHUTECPHS  BO3MOXKHOCTH
(opMHUpOBaHUS Ha HX OCHOBE HOBBIX
HPUCHOCOOUTENBHBIX MOBEJCHYECKUX
aKToB. B cooTBeTcTBHM €  3TUM
O4YCBUIHBIM MpCACTaBIACTCA HaJIM4yue
BUTAJIbBHBIX )51 300COLHAJIbHBIX
NOTpEeOHOCTEMH, HAarpaBJICHHBIX Ha
BBDKMBAHHE HHIMBHAyyMa W  BHJIA
cooTBeTcTBeHHO. K umciay  mepBbIX
OTHOCATCS  HampuMep  MNUIIeBas |
MUTHEBAS TOTPEOHOCTH, Ha 0a3e KOTOPHIX
MOXKET  OCYIIECTBISTBCS  BbIpabOTKa
NHUIIEBBIX M NUTBEBBIX  YCJIOBHBIX
pedexcoB. Ha ocHOBe 300cOoIMaBHBIX
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noTpeOHOCTEH  (QOPMHPYIOTCA — TaKue
¢opMbl  TIOBEelEHHST  KaK  IIOJIOBOE,
MAaTepHHCKOE, TEPPUTOPHAIBLHOE U DA

apyrux. Oco0oro BHIMaHUS 3aCiy KUBaeT
BBIJICJICHWE M TaKk  Ha3bIBaeMbIX
noTpeOHOCTe caMopa3BHUTHs, Ha 0ase
KOTOpBIX  (opMHpYyeTCs  HUIpOBOE |
HCCIIEAOBATEIbCKOE  MOBeleHHEe  (CM.
CumonoB, 1987).  JlokaszaTenbCTBOM
HaJIM4Us TOTPEOHOCTEH CaMOpPa3BUTHS, B
COOTBETCTBHHM C  BBILICH3IIOKEHHBIM,
ABISIOTCS  JaHHBlE O (opMupoBaHUH
HOBBIX YCIIOBHOPE(JIEKTOPHBIX PEaKLUi,

B TE€X ClIydasdaX Koria IMOJAKPCIJICHUEM
SABJIACTCA HC HCKOC JJAaKOMCTBO, a
BO3MOXHOCTb MIPOBOAUTDH

UCCIICIOBATENBCKYIO JICSITeNIbHOCTD. [IpH
9TOM CYIIECTBEHHBIM MPEICTABISIETCS TO
00CTOSTENBCTBO, YTO ACCOLMALHS MEXKIY
HCUTPAIIBHBIM CTUMYJIOM ¥ 3HAYHMBIM
MOXKET BO3HHKATh IPH OAHOKPATHOM
COYCTaHMH. OJTO  MPOSBILIETCS  IIPU
HAIMYUK Yy JIOACH W JKUBOTHBIX TaK
Ha3bIBACMOIo JOMHHAHTHOI'O COCTOSAHUA,
Koraa 3HAYUMBII CTUMYJI COOTBCTCTBYCT
KaKoi-1moo TOCIIO/ICTBYIOILEH
MOTPEOHOCTH.

C yderoM 3ajay, CTOSIIMX Mepe] NJaHHOH
paboTOl, MOHATHO, YTO HCXOIUTH W3
OJJHOBPEMEHHOT'O HaJIM4Us y
COOTBETCTBYIOIIUX IPYIII JIOACH TeX WIIH
MHBIX TOTpeOHOCTEH HEe NPHXOAUTCA.
JlocTtaTouHo ykaszaTb, UYTO BO3HUKIINE
coMHeHUsI B 3(Q(eKTUBHOCTH (QeHOMeHa
25-ro  kaapa  Obutm  OOYCIIOBIICHEI
OTCYTCTBHEM ydeTa (akTopa 3HAUUMOCTHU
IpeabsBIsieMOro Bo3jeicTBus. Tak B
clryJae UCIIOJIb30BaHHS JAHHOTO
(eHOMEHA B peKllaMe  HAlUTKOB
3 PEKTUBHOCTD ONPENENSETC HAINYUEM
JKaX/Ibl Y JIFOEH U T.IL.

OnHako BO3MOXKHOCTh MPOLIETYPHI
oOycnopnuBanus Uil (hOPMUPOBAHUS
3HAYUMOCTH HEOCO3HABAaEMbIX
BO3JI€HCTBUN MPEACTABIISETCS
MEPCIEKTUBHOM Ha OCHOBE
HCIONB30BAHUS  YCIOBHOPE(ICKTOPHBIX

accouyauui BTOpOro mnopsaka. B stom

ciydae HCXOIHO OTHOCHUTEILHO
HeﬁTpaﬂbele ceHcoprle CHUTHAJIbI
COYETAIOTCS co 3HaYUMBIMU
BHJOCTICIIM(PUICCKUMU  BO3JACHCTBUSIMH
MPEIBSBISCMBIX ~Ha  HEOCO3HABACMOM
ypoBHe. CyImIecTBEHHO OTMETHUTh, YTO
mogo0Ho0e TIOIKPETIIICHHE Ha

HEOCO3HABAEMOM YPOBHE OKa3bIBacTCA
cymecTBeHHO Oonee A((EeKTUBHBIM IO
CpaBHEHUIO c AQHAJIOTHYHBIM
BO3JCHCTBHEM  Ha  HEOCO3HABAaEMOM
ypoBHe. IlonatHo, yTo M camo 1o cebe
MPEAbABICHUEC BH}IOCHGIJ,I/I(i)I/I'—IeCKI/IX
CUTHAJIOB CIOCOOHO BIIUSTH Ha
SMOIMOHAIEHOE COCTOSIHIE YEJIOBEKa.

B cooTBEeTCTBHM ¢ BBIICH3IIOKCHHBIM pIRI:S

pa3paboTKu  3ajay  IOCTABJICHHBIX B
pabote B MIEPBYIO ouepenp
HpeNCTaBIseTCs HEO00XOJUMBIM
paccMoTpeTh U3BECTHBIE  (OPMBI
BH}IOCHGL[I/I(i)I/I'—IeCKI/IX CHUT'HAJIOB )51
CIOCOOBI ux HpeIbIBICHUS Ha
HEOCO3HAaBAEMOM YPOBHE.

CyIIeCTBCHHBIM SBJISICTCS W BOIPOC 00
OOBEKTUBHBIX  CcIoco0ax  BBISABIEHUS
BIVSIHAS HEOCO3HABAaCMBIX CEHCOPHBIX
BO3JIEIICTBUN Ha ITOBEICHUE YEJIOBEKA.

AHanuzupys 3HAYUMOCTb
BUIOCTICIIM(DUUECKUX BO3ACUCTBHH,
HIpHOOPETAOIINX COOTBETCTBYIOIIYIO

3HAYMMOCTh B XOJC WHIUBUIYAIHHOTO
Mpe- W IOCTHATAIBLHOTO DPa3BUTHS Ha
ocHOBe Takux (QopM O0OydeHHs Kak
AMOPUHTHHT W HMHUTAOUsA  CIEIyeT
OTMETHUTB, 49To CEroaHs HET
SKCIIEPUMEHTATBHBIX JI0Ka3aTeNbCTB
OTCYTCTBHUSl Y psifia BHIOCHEIUPUISCKUX
OMOJIOTMYECKH 3HAYMMBIX BO3IEHCTBUIA
BpO)KIleHHbIX, TCHCTUYCCKU
00YCIIOBJICHHBIX XapaKTCPUCTHUK.

B mmame paccMOTpeHHs — 3HAYMMBIX
BAIOCTICIIN(UICCKUX BO3JCHCTBUN yke
CeTOHSA HAa OCHOBE SKCICPUMEHTAIBBIX
JTAHHBIX MOJYYCHHBIX B PAa3HBIX HAYYHBIX
LEHTPaxX MOXKHO BBIIENUTH CIEAYIOIINE:
1) Bugocnenuduueckre XapakTepUCTHKU
JUIIa W TO0JIOCA HOBOPOXKICHHBIX U
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B3POCJIIbIX JoJIed  HaXOASIIUXCS B
pa3HbIX (YHKIIMOHAIBHBIX COCTOSIHUAX; 2)
BPEMEHHBIE XaPaKTEPUCTHUKU CEHCOPHBIX
BO3JICHCTBUH, HUCXOJIS u3
9KCIIEPUMEHTAIILHO BBISBIICHHBIX
0CcOOCHHOCTEH BO3JECHUCTBHS IOTEUIOK H
KOJNBIOCTBHBIX; 3) HAMYWE Y TIACHBIX H

COTJIACHBIX  (POHCTHYECKOTO  3HAYCHUS
00yCIIOBIMBAIOIIETO Y  HCIBITYEMBIX
BO3HMKHOBEHHE COOTBETCTBYIOIIIX
COOIIYIIICHUI; 4) oco0eHHOCTEN
Ma)XOPHBIX M MHHOPHBIX OCOOCHHOCTEH
aKyCTHYECKHX BO3/ICHCTBUIL; 5)
3HAYUMOCTDH Y4aCTOThI Hpe}l’bﬂBJ’IeHMﬂ
HEUTpaIbHBIX CTUMYJIOB Ha
HEOCO3HABAEMOM  YpOBHE IS

YBCJINYCHUA UX MTPUBJICKATCIIBHOCTU.

ITocnennuit myHKT TpeOyeT CIenUaIbHOTO
komMeHTapusi. C 0JJHOM CTOPOHBI UMEETCS
pAA pe3yabTaToB IMOJYYEHHBIX Pa3sHBIMU
asropamu (cMm. Epley et al, 1999),
CBUACTCIILCTBYIOIIUX B II0JIb3Yy AJaHHOI'O
Te3uca. Tax, MIEPBOHAYAIIEHO
MHOTOKpPaTHO HpeabsBIIsieMbIE
Bo3zeiictBus  (poTorpadmu ML, CIIOB,
reoMeTpudecKkux ¢uryp © T.I.) Ha
HEOCO3HAaBAEMOM  YPOBHE  OKa3bIBAJIH
JOCTOBEpHOE BIIMSIHWE HA TIPEIIIOYTCHHUC
TeX WIIH HHBIX 0CO3HaBaEMBbIX
Bo3aeiicTBui  OOHAKO, B OTJIMYHE OT
BBILIECU3/I0’KEHHBIX, HE TIOHSATHBI
MPUYHUHBI 00YCIJIOBIIMBAIOIINE
YBCJIMYCHUC CTCTICHU IMPUBJICKATCIIBHOCTU
CTUMYJIOB.

Heocosnasaemoe énuAHUe Ha
IMOUUOHATIBHOE COCHOAHUE YeNl06eKa U
npooaema gponocumeonuzma

Y  mromedt  BBIABICHBI  YCTOHYMBBIC
OLIYIIEHHUsT HE3BYKOBOI'O CBOWCTBA IIpH
BOCIIPUSITUN TJIACHBIX M COTJIACHBIX PEUH
— (enomen donocumBomm3Ma.  Teopus
3BYKOCHMBOJIM3Ma HMECT JUIUTEIBHYIO
ucropuro. Vxes o cBs3M 3ByKa W CMBICIA
BOCXOJUT K APEBHOCTH, H COOOpaKEHHs O
COOTBETCTBMM 3BYyYaHUS M 3HAUYCHUS
BBICKAa3bIBAIUCh ~ €IIeé €O  BpPEMeEH
AQHTUYHOCTH, 2 Ha WHTYHUTUBHOM YPOBHE

KCIIOJIb30BAIUCH B 023U (cm.
JKypagsnes, 1974). ITocraHoBKY
mpoOsieMbl  (POHOCHMBOJIM3MA B HAayKe
CBA3BIBAIOT ¢ pabOTaMH JTHMHIBHUCTOB 20-X
rr. mpouutoro cronerus (O. Mecnepcen,
3. Cemup, C. Hpiomen). OObeKTHBHBIC

JIMHTBHCTHYECKUE u, O3 THEE,
NICUXOJIMHTBUCTHYECKHE METO/IBI
TIO3BOJIMITN MIPOBECTH
9KCTIEPUMEHTAIBHYIO IIPOBEPKY u

JI0Ka3aTh CyIIECTBOBaHUE (eHOMEHa Ha
MaTepHalie pa3HbIX S3BIKOB.

[TocnepoBaBmmme 3a  3THM  paboThI
MOATBEPAMIN IIPAaBOMEPHOCTL TEpMMHA
<CHMBOJIU3M> NPUMCHHUTEIIEHO K
TJIACHBIM M COTJIacHBIM  (poHEMaM —
3BYKOOYKBaM, HO K HE COOTBETCTBYOLINM
3BykaM. Hawubonee MHOro4McCIeHHBIMH
3J1eCh SIBJISIIOTCS MCCIICNOBAHUS TJIACHBIX,
y KOTOpBIX, 110 MHeHHI0 P. fIkoOcona, oH

BBID@KEH B  HauOOJBIIEH  CTEIEHH.
IIpoGiema  poHOCHMBOIM3MA  HOCHT
MEKIUCIUIUTAHAPHBIN XapakTep.
3HAUUTENbHBIA  00BEM  JJOKA3aTebCTB
basupyercs Ha JTAaHHBIX
(hOHOCTATUCTUYECKOTO aHaJm3a. B
paMKax OJHOTO 53bIKA  HCCIIEIyeTCs

CXOJICTBO COCTaBa MEXIY IPYIIIaMH CIIOB,
0003HAYAIOIIMX CXOJHbIEC OIIYIICHUS UIH
HUMEIOLINX CXOJHOE 3HAYCHHE,
HEOOBSICHUMOE C MO3UIMH IPUHIUIIOB

OPTOIOKCATLHOM STUMOJIOTHH.
[IcuXOMMHTBUCTUYECKUH OAXO0M
npearnosaraer uccie0BaHNe
CHOCOOHOCTH ~ ayJHMTOPOB C  BBICOKOW
CTCIICHBI0  BEPOSTHOCTU  ONPEHACISThH

CMBICJT MPEJIOKEHHBIX UM <IICEBIIOCIIOB™>
WU CIIOB HE3HAKOMOTIO
si3pIKa. TpaIuIINOHHBIM ~ SIBIISIETCS.  METOJ
CEMAHTUYECKHA MPOTHBOMOJIOKHEIX Map

(CIIIT), wmm MeTom CeMaHTHYECKOTO
muddepennmana, npemioxkenusiii - Y.
Ocrymom  (1952). CyIIHOCTh  €ro

3aKJIIOYacTCd B TOM, 4YTO MCHBITYCMbIC
OLIEHMBAIOT CHrHaj1 1o N-OamibHOU
niKaje Mo psay npusHakoB. Kaxnslii us
MIPU3HAKOB 33Ja€TCS Mapoil aHTOHUMOB —
CIOB MPOTHUBONOJIOXKHOIO  COJEpHKAHUS
(<mmoxoif - Xopommit™>, <MeIUICHHBIH -
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ObicTpBIii™> M T.1.). Habop mnpu3Hakos,
WCIIOIb3YEMBIX B merone  CIIII,
NPOM3BOJICH, OJIHAKO Y)K€ Ha OCHOBE
MEpPBBIX MPOBEICHHBIX HCCICAOBAaHUN W
pesyibrarax  oOpaOOTKM  JaHHBIX  C
npuMeHeHneM (aktopHoro anaimza Y.
Ocrynom  (1957) ObuUlO  BBICKa3aHO
MIPEANON0KEHNE, YTO HE3aBUCHMO OT
MOJIAJIFHOCTH OIICHMBAEMBIX IPH3HAKOB,
CEMaHTUYECKH MPOTUBOIOIOKHBIE Mapbl
MOTYT OBITH Pa3[ENCHbl HA TPU TPYIIIHL
I[lo MHeHHMIO aBTOpa, 3TO CBS3aHO C

HEKHMH o0ImmmMu MEepBUYHBIMU
NpU3HAKaMHU, COZIePIKAILIMHUCS B
anToHuMax. OH BbLIESIET (hakTOp OOIIeH
OLICHKHU (<mnoxoit -  Xopommwmii>,
<KpacuBbIi - 0e300pa3HBIi> © T.1.),
(akTop aKTHBHOCTH (<MEUICHHBINH -

OBICTPBIIL>, <MOJYAUBBIN - ITyMHBIIT>) U
(dakTop cmimbl  (<BBICOKHH - HU3KHI>,
<OOJIBIIIOH - MAJICHBKHIT>). Ho
HACTOSIIIETO BPEMEHH OSTH IIKAJIBl —
o0mell OLEHKH, aKTUBHOCTH W CHJIBI —
OCTarOTCsl 0A30BBIMH TIPU HCCIICIOBAHHSX
dhonocumBonmzma metrogom CIIIT.

B pamkax  m3ydeHHs ~ NPOOIEMBI
CHMBOJIMKH  3BYKOB  IIPOBOAMTCS W
HCCIIeIOBaHNE SMOIMOHAIEHOTO

3HaueHUsI (POHETHYECKUX CcTHUMYNOB. [Ipu
9TOM, TOAOOHO TpoOIeMe CTaHOBICHHS

peun, JHCKYCCHUS paznenuia
ucciefoBaTeel Ha JABa Jlareps, B
COOTBCTCTBUU C ux B3rjisiaaMu Ha

npobiiemy <nature versus nurture> —
<BpOXkIeHHOE - npuobpereHHoe>. OnHU
(®. Coccrop, b. Cxunnep, H. Xomckunit)
HacTauBaiu Ha YCIIOBHOCTH u
MIPOM3BOJIEHOCTH SI3BIKOBBIX CHMBOJIOB, 2,
CJIEZIOBATENIFHO, HAa TNPHOOPETCHHOCTH
COOTBETCTBHSA 3ByKa u CMBICIIa
(ucxmmrodyeHne COCTaBIISIIOT
3BYKOIIOJPAKaTCIbHbIE  Ha3BaHUS
onomaronen). Ipyrue (O. Hecmepcen, .
Cenup, P. SIkoO6coH 1 uX HOC/enoBaTeIN )
— yCMaTpHUBaJIM MCTOKH (DOHOCMMBOJIN3MA
B OKCIIPECCHBHBIX IPUPOJHBIX CBOHCTBAX
3BYKOB.

Bormpoc 0 TOM, MOXET i 3KCIPECCHBHOE
3HAaUYCHUC B pPC€YM BbIPAXKATHCA HE TOJILKO
IIPU TIOMOIIH CPEJICTB PEUEBON TUHAMUKHU
(yaapenusi, TOHa, JUIUTEIBHOCTH), HO H
[PU TIOMOIIU:COOCTBEHHO (DOHETHYECKUX
CPEACTB B OOBIYHOM MOHHUMAHHH, WIH
MOTYT JIM T€ WIIH WHBIE Pa3IMUMs TIACHBIX
5§ COTJIACHBIX OIIYIIATECS Kak
HaJIeJIEHHBIE CUMBOJIMYECKAM 3HAYCHHEM:
BHE BCSKOW CBSI3M C TEMHU KOHKPETHBIMH
aCCOIMAIMAMH, KOTOPBIE HMCIOT 9TH
IJacHble W COIJIaCHBIE B COCTaBe
3HAaYUMBIX CJIOB — IIOCTAaBJICH B O[lHOﬁ us3
MEPBBIX IKCIIEPUMEHTAIBHBIX pabor O.
Cermupa (1929/1993). Tam xe aBTOp Jaet

OTBCT: «KaxKk MpeaACTaBIIACTCA,
IMOJYUCHHBIC K HACTOANIEMY BpPEMCHU
Ppe3yJIbTaThl JOBOJIBHO YGCI[I/ITCHBHO
CBUIACTCIBCTBYIOT o PCAIIBHOCTH

MOMOOHBIX OIMYIICHUH, 9eM OBl OHH HH
ObLTH BBI3BaHBD (C. 324) M manmee — «Mbl
JIEACTBUTENBHO AMEEM JIETI0 c
JIOCTaTOYHO HE3aBUCHMBIM
MICHUXOJIOTHYECKUM (PaKTOPOM, KOTOPBIH —
B CHJIy OTCYTCTBHSI JIYYIIETO TEpMUHA —
MOXKET OBITh Ha3BaH <(OHCTUYCCKUM
cumBommamMom» (Cermmp, 1929/1993, c.
330).

Hauboiee nopoOHO HCCIICIOBaH
(hoHOCMMBOIIM3M O MIKale pazmepa. [Ipu
3TOM YHUBEPCAJIBbHOCTH OLICHOK Hamboee
YETKO MPOCICKUBACTCS ISl TIIACHBIX Kak
MICUXOJIUHTBUCTUYECKUMH, TaK u
(HOHOCTATUCTHYCCKUMU METOJaMH.
DTOMYy  COOTBETCTBYIOT JIaHHBIC  TIO
3BYKOOYKBaM TJIACHBIX PYCCKOTO SI3bIKa
(Jleunkmii, 1973; XKypasmes, 1971,
1974). B menoMm wmMerommecs K
HACTOSAIIEMY BpEeMEHH JTaHHBIE
CBUJICTEIIBCTBYIOT B MOJIb3Y
YHHUBEPCAIILHOCTH CUMBOJIUKH 3BYKOOYKB
IJIACHBIX MO IIKaJIe pa3Mepa.

HccnenoBanus mo mkaie oOmieil oleHKH
TECHO CMBIKAIOTCS C HCCIIEIOBAaHUAMU
SMOLUUOHAIBHOIO 3BYKOCHMBOIU3Ma. B
paboTax TaKOro IIaHA HCCIIETYETCs
YacCTOTHOCTE  (poHEM cTposTCA
<(poHoaMOLIMOHATIbHBIE npod >

u
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JUTEPATypHBIX MPOU3BEACHUI pa3HBIX
JKaHpoB  (I033WsA, TMpoO3a) W  Pa3HOM
HalpaBjIeHHOCTH (JeTckas JuTeparypa,
<OKCHCKHE poMaHbI>, <My»KCKHUe
pomanbsr>). (Kypasnes, 1974, Whissell,
1989, 1999, 2000, 2003). Haunsle,
MOJy4ECHHbIC HA 3HAYUTEIHBHOM OOBeMe
(¢oHeTHUECKOTO ~ Marepuala Kak B
npeJenax OJHOrO SI3blKa, TaK U B KPOCC-

JIMHTBUCTUYIECKUX UCCJIEIOBaHUSAX,
MIO3BOJISTIOT crenaThb BBIBOJI 0
HPUCYTCTBHH YHHUBEPCAIBHOTO

KOMIIOHCHTAa H J3TOro BHJaA 3ByKOBOI>i
CHUMBOJIUKHU.

B memom wmMmerommecs K HACTOSIIEMY
BPEMCHH [aHHbBIC TOATBEPAMIA HATHUHC

IByX  (akTopoB,  00YyCIOBIMBAIOIINX
CHUMBOJIUKY 3BYKOOYKB —  S3BIKOBOH
(<HaIMOHATLHBIN>) (<s3pIKOBAs

npuBbIuka>, coracHo U. Teittop, 1963),
U YHHUBEPCAIBHBIH (<MEXbSI3bIKOBOIL>).
VIMeHHO <A3BIKOBOM IPHUBBIYKOI™>, B
HIPOKOM CMBICTIE clioBa -
(hoHONIOTNYECKON CHCTEMO KOHKPETHOTO
S3bIKa, MOTYT OBITh OOBSICHEHBI Pa3IHUHs
pe3yJbTaTOB B Cly4ae WCIOJIb30BAHUS
[IKAJIbI OI[CHKU B PA3HBIX SI3bIKAX, & TAKIKE
[IPU OLICHKE 3BYKOB MHOCTPAHHOTO SI3bIKA,
MOCKOJIbKY 3BYKH, HauboJjiee 4yacTbie Uis
JIAHHOTO $3bIKa, KAaK IPABHJIO, HMEIOT
Oosiee BBICOKYIO OIICHKY, 4Ye€M 3BYKHU
penkue. [Ipupona YHUBEPCAIILHOTO
(hoHOCHUMBOIH3MA ocraeTcs
HEBBUICHEHHOW,  XOTS B KayecTBe
(akTOpoB,  OOYCIIOBIMBAIOIIMX €TI0,
MpeJIaraeTcsi HeCKOJIBKO THITOTES.

OcHoBHas rpymnmna IPEITION0KEHUI
3aKJIF0YaeTCs B JOIYIICHUH, YTO B OCHOBE
<MPHUPOJHBIX> 3KCIPECCUBHBIX CBOMICTB

3BYyKa JexaT ux ¢dusnyeckue
(akycTHueckue M apTUKYJILIMOHHBIC)
CBOICTBA. B 3TOM pycne
paccMaTpUBarOTCS PAa3/IMuUs B XapaKTepe
apTUKYJIALUHY, B YaCTOTHBIX
XapaKTePUCTHUKAX u BPOXKJCHHBIX
HCTOKaxX BOKaJIM3aIui, BO

B3aUMOJICHCTBUU JIMLIEBON SKCIPECCUU U
3Bykomnpoaykuuu (Whissell, 1999, 2003).

OTH OOBSICHEHUS! HOCAT CIHEKYJISATHBHBIN
Xapakrep u HYXJIQIOTCS B
9KCIEPUMEHTANBHOM IIPOBEPKE.
BosbIIMHCTBO MX OTHOCHTCS K JIAHHBIM
o miKaje pasmepa (CHJIBI) W OLEHKE

<NPUSATHBINA - HenpusATHbLP>. Tak,
COrJIacHO <KHHECTECTHYECCKUM>
00BSCHEHUSAM (Sapir, 1929/1993;
Newman, 1933; Orr, 1944), B ocHOBe
(eHOMEHa  3BYKOCHMBOIM3Ma  JIGKHT
CIIOCOOHOCTh  Y€JI0BEKA COOTHOCHTH C
OIIYIICHHEM  BEIIMYMHBI  IOJIOKCHHE
pEYEeBBIX OpraHoB, pa3Mepbl POTOBOM
MOJIOCTH, MBIIIEYHOE HanpspKeHue,

MOJIOXKCHHE SI3bIKA M T.A. Tak Hampumep,
MPEJIIONIATA0T, YTO CIIOCO0 apTHKYIISIHA
MOXET OBITh CYOBCKTHBHO Oojiee WIH
MCHEE MPHUIATEH, M 3TO OTPaXaercs B
SMOLMOHAIBHOMN OLICHKE CTUMYJIa:
[JIACHBIE BEPXHEr0 IMOJbEMa, Kak W
nepefHero psijga, Oojiee MPUATHBI, YeM
HIDKHETro mojabeMa u 3aanero psna (Tsur,
1992).

OObsicCHEHHsT B paMKaX  THIIOTE3bI
<gacrotHoro koma> (Ohala, 1983)
YCMAaTpUBAalOT ~ B3aWMOCBA3b  OICHKH

3BYKOB CO 3HAYCHUSMH ()OPMAHT WM UX
OTHOIICHHSIMA. DTH K€ XapaKTePUCTHUKU
[IPOAHAIU3UPOBAHbl UM B  OTHOILICHUU
pe3yabTaToOB <OMOIMOHAILHOT'0>
LIKAJIMPOBAaHUSI B aHMVIMHCKOM  A3BIKE,
0JIHaKO, Ta TUIIOTE3a, TEM HE MEHEE, HE B
COCTOSIHUU O00BSACHUTH HMEIOLIHECS
JlaHHbple. BO3MOXXHON NPUYMHON TaKoro
HECOOTBETCTBUS MOJXKET SBISATbCI HE
TOJILKO pa3Hasi 3HAYMMOCTh IIKaJl, HO U
METOAUYECKas OIPaHUYEHHOCTD
ucciuenoBaHui. Jlemo B TOM, 4YTO XOTS
TEOPETHYECCKH  CIOCcO0  TPEIbSBICHUS
CTHUMYJIBHOTO MaTepralia MOXeT OBITh Kak
3BYKOBBIM, Tak u rpadu4ecKknm,
MPaKTUYECKH BCe PabOTHI IMOCTPOCHHI HA

NIpENbABIECHUN rpaduyeckux
n3obpaxennd  (<rpagonax> — B
MPUMCHCHUH K OTACIbHBIM (hOHEMaMm).
Pabortsl, B KOTOPBIX CTHUMYJIBI
NPENbSBISAIOTCS TOJBKO — AKYCTHUYECKH,
equanysbl - (Fitch, 1986). CnoxxHocTh
TaKOTO TIONXOJAa OYCBHIHA — HaJH4Ue
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HeoHeTHYEeCKHUX KIIIO4eH (BbICOTa TOHA,
UHTOHALUA, UIUTEIBHOCTH) OIpeAeiseT
BO3MOXXHOCTh HMX BJIMSHHS Ha OIICHKY.
[IpsiMoii mepeHOC NaHHBIX, IOJYYEHHBIX
Opyu  TOpeabsBIeHUH  TpadoHOB  Ha
€CTECTBEHHBIE  3BYKH,  OKa3bIBaeTcs
HETPaBOMEPHBIM, O YE€M CBHJICTEIBCTBYET
HaIu IpeABapUTEIbHBIC JIaHHBIE!
CXOJIHBIE o (hoHETHIECKOM
NPUHAVISKHOCTH M 3HAYCHUSIM  JBYX
(hopMaHT TiacHbIE MOTYT MMETh Pa3HbIC
OLIEHKH 10 3MOLMOHAJIBHBIM IIIKAJIaM.

B neiioM, BOIPOC O TOM, 3aBUCHUT JIU

SMOIMOHATIbHAs XapaKTEepUCTHKA
accolMaluid OT CBOWCTB CaMOro 3BYyKa
w/um OoT cmocoba  3BYKOIPOMYKITHH
OCTAaeTCsl  OTKPBITHIM. AHaNOrHYHBIM

00pa3oM, OCcTaeTcsi HE BBIACHEHHOH pOJb
CIICKTPAJIbHBIX COCTAaBJIAIOIIMX 3BYKa B
OLICHKE ero (hOHETHYECKOTO 3HAYCHHUS,
MOCKOJIbKY THIOTE€3a <4aCTOTHOI'O KoJa>
IIOCTPOCHA Ha COIIOCTaBJICHUM OLICHOK
3BYKOOYKB C JaHHBIMH O  HEKHX
YCPEAHCHHBIX aKyCTHUYCCKHUX
XapaKTECPUCTHUKAX 3BYyKa.
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Obpabamvisaem au Haw Mo32
JIUHSBUCTUYECKYTO ungopmayuio
PA3IUYHBIX THUNOE OOHOBDEMEHHO UMY 6
onpedenennom nopsaoke? Tpebyemca au
011 9MO20 Haule SHUMAHUE K peyu unu
Kaxue-mo 2mansl ee 00pabOmMKU MO2ym
npoucxooums asmomamuyecku? Kax 6
NCUXOTUHSBUCTHUKE, max u 8
ncuxogusuonocuu  Hem  0OHOZHAYHO20
omeema Ha 3mu 6onpocul. B nacmoswem
0030pe Mbl pACCMOMPUM PAO HEOABHUX
uccne0o8anull 0opabomku pedu Mo320M
YenoseKda, 6 KOMOPLIX UCHONIb306ANAC
M.H.  He2AMUBHOCMb  PACCO2NACOBAHUS
(HP). Ownu noxazanu, umo, oadxce 8
VCOBUAX OmMcymcmeus BHUMAHUA,
Xapakmepucmuku — 9mo20  MO3206020
OMKIUKA OMPANCAIOM  PUIUOTOULECKYIO
aKmueayuio CN1ed08bIxX npoyeccos
namamuy, — C6A3AHHbLIX € PAMUYHbLIMU
oNleMeHmamy  A3vika. 3HAKoMble 36VKU
POOHO20  A3bIKA  ebi3blearom  bojee
BbIPANCEHHYIO akmueayuro, uem
He3HaKomble, Ha Doiee CO0ePHCamenrbHOM

YposBHe, Cl06a Npueoosam K Ooabulel
axmueayuu, uem beccmulcnenHble
Cc1080n000bHbIEe  couemanus. [ladce 6
omcymemeue GHUMAHUsL K HUM, MAaKue
Cll0BeCHble  PA30PAdCUMENU  BbI3bIBAIOM
YemKYI0 noCne008amenrbHOCb
aKmueayuy  Kopul  20JI06H020  MO32d,
KOMopasi — HAYUHAEMCcss ¢ BEPXHUX
BUCOYHBIX obnacmetl, a 3amem ObICMPO
Pacnpocmpansemcst 8 HUJICHUE
@poumanvhvle omaoenvi 7186020
HOYUApUsl. Paznuunvie
NPOCMPaHCMEEHHO-8PEMEHHbLE

nammepHul maxkou KOpKo6oU
AKMUBHOCTNU 3A6UCSIN. OM JIEKCUHECKUX U
CeMAHMU4ecKux ceolicmg  peuegbix
CIMUMYNO8, npeoocmasisis maxkum
obpazom  pasHooOpaszHevie  OaHHblE O
KOH@ueypayuu  KOOUpyrowux  makxyio
uHgopmayuro  0O6vEOUHEHUAX  HEPEHBIX
Kkaemox kopwl. Ha ypoene bonee xpynmvix
BbICKA3BIGAHUL BOZMOJICHA peSUCmpayus

HP, ompascaroueli coomeemcmeue
npeobAIsLEMbIX couemanuii cnos
cPaAMMAMUYECKUM npasuiam u
ceManmuueckomy  KOHmexcmy. Omom

HenpepvleHo I’lOI’lO]ZHﬂlOWulZCﬂ Komnjiekc
OaHHbIX yKasvleaem HaA mo, 4mo camole

panHue amanvl @ononozuueckotl,
JleKCUu4ecKoll, CeMaHmMu4ecKoll u
CUHMAKCUYECKOU obpabomku  peuu

YEHMPATLHOU HEPEHOU CUCEMOL MO2Yym
nPoUCXO0UMb AGMOMAMULECKUM 00PA30M
éHe poryca eHuMaHuA. Auanuz maxux
He3a8UCUMbIX O GHUMAHUS OMKIUKOE HA
A3bIKOGblE CMUMYJIbL  NOKA3bI6Aem, Ymo

docmyn K PasHoobpasHoll
JTUHSBUCTUYECKOU unpopmayuu
npoucxooum 8 MoO32e  QOCHMAMOYHO

ovicmpo (6 meuenue ~200 munnucekyHo) u
HOCUM NPAKMUYecku O0OHOBPEMEeHHbIl, a
B03MOJICHO U NAPALTETbHBIN XapaKmep.

BBenenue

TpaauIUOHHBIE TICHXOJMHTBUCTUICCKHC
Monenu BocmpusaTHs s3pika  (Morton,
1969; Fromkin, 1973; Garrett, 1980; Dell,
1986; MacKay, 1987), naxomsmme
OTpaXEHHE W B  Pa3HOOOpPa3HBIX
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COBPEMCHHBIX MOAXO0AaX K IMOHUMAHUIO U
npousBonacTBy peun (Levelt et al., 1999;
Norris et al, 2000), pa3iu4arr
HECKOJIbKO  3a/ICHICTBOBaHHBIX B 3TOM
npouecce THHoB uHpopmanmu. Hecmotpst
Ha oOO0wine pazIuduii MeXay OSTUMHU
TCOPUSIMH, OHH B LEJIOM COIJIAIIAIOTCS
Ipyr ¢ apyroMm B cymectBoBaHum: (1)
YpOBHS (DOHOIIOTHYECKOW 00pabOTKH, Ha
KOTOPOM (moce HNPUMUTHBHOTO
aKyCTHYECKOTO aHajM3a) aHAIU3HPYIOTCS
¢doHernyeckue M (QOHOJOTHYECKHUE
XapaKTEpPUCTUKH  3BYKOB  peud, (2)
JICKCHYECKOW 00pabOTKH, MHOTAA B BHUJC
KOHLIENIUK TMOUCKa WHPOpMALUU B T.H.
«MEHTaJIbHOM JICKCUKOHE», T.C.
CBOCOOpa3HOM MBICIICHHOM clioBape, (3)
CeMaHTH4ecKol  00paboTKH, KOTOpas
HMEeT  OTHOWICHHE K  BOCIPHUSITHIO
KOHKPETHOI'O  CMBICTIa  YCJIBIIIAHHOTO
cioBa, (4) M HaKOHEI], CHHTaKCHYECKOTO
YPOBHS, Ha KOTOpDOM HIET aHalu3
rpaMMaTHYeCKON uH(pOpPMaLUH,
obecrieunBaroLIel CBs3b MEXIY CIOBaMHU
B IMPCIIIOKCHUAX. B 3aBucumoctu OT
KOHKPETHOH TEOPHH, OTH «MOAYJIH»
MHOTJa OOBEIUHATCS, OIyCKAIOTCS WIN
YBEJIMYMBAIOTCS B KosmuectBe. OHAKO,

TJIaBHBII KaMCHb MNPETKHOBCHUSA B
COBpeMCHHOﬁ IICUXOJIMHIBUCTHKEC
3aKJIFOYA€TCA HE B 3TOM, a B pa3HOTJIaCuAX
MEXKAYy MOACISAMH, MpEAnoJIararomyumMnu

MOCTIEIOBATENbHBIA XapakTep 00paboTKU
9TOW MH(OPMAINH, C OAHON CTOPOHBI, H
MOJEJISIMH, CYUTAIOIIMMH, YTO BCE OSTH
MPOLIECCHI MPOUCXOAAT JIMOO MOTHOCTHIO
napajulelibHO,  JH0O0  MPHOIU3UTENHHO
OJIHOBPEMEHHO, C JIPyroil. DTOT BOIPOC
MOXET OBITh IOTEHIUAIBHO pa3pelicH
npu MIOMOIIN HEeWpohH3HOIIOTHHY,
KOTOpasi, UCIOJIb3Ysl TAKUE MHCTPYMEHTBI
Kak snexrposHinedanorpapus (33I7) wmu

MarHuTosHnedanorpadpus (M3D),
CIIOCOOHA  HEMHBA3WBHO  OTCIIE)KUBATDH
MO3TOBBIE  MPOIECCHl € OONbIION
BPEMEHHOW TOYHOCTBIO U PETHCTPHPOBATH
MUWUINCEKYHIHBIC pasjimiunsa MCXKIY
HHUMH.

Hetipodusronorndeckne SKCIEPUMEHTHI,
JICHCTBUTEITLHO, CHITPAIM 3aMETHYIO POJIb
B 9tux jebarax. PasHooOpasHbie
HCCIIeIOBaHMS, MPOBE/ICHHBIC c
HCIIOJb30BaHHEM pa3IHMYHOrO
JIMHTBHCTHYECKOTO Marepuaa,
c(OPMHPOBAIN yXKE YCTOSBIIUUCS B3I
Ha MIOCIIeIOBATENbHBIN XapakTep
Pa3IMYHBIX JTMHTBUCTHYECKHX IPOLECCOB
B Mosre. [locme BbIWICHEHHS MO3rOM
HNPUMHUTHBHBIX AKYCTHYECKUX
XapaKTePUCTUK W3 3BYKOBOIO CHTHAJA
(yxe uepes 20-50 mcex mnocie Havana
cTuMyJssiumK, Hamp., Krumbholz et al.,

2003; Lutkenhoner et al, 2003),
(hoHOJIOTHYECKUit Xapakrep
IKCIIEPUMEHTATLHBIX 3a/1a4, Kak

0Ka3aJIOCh, CIIOCOOEH M3MEHSTh HEPBHYIO
IEATENBHOCTh TOJBKO B auanaszone 100-
200 mcex (Poeppel et al., 1996; Obleser et
al., 2004). O6pabotka wuHbOpMaH
Oosiee  «BBICOKOT0» YPOBHS, COIJIACHO
HEKOTOPBIM HCCIICIOBaHUSIM, TpeOyeT OT
YeJOBEUYECKOr0  MO3ra  3HAYMTENbHO
0OJIBIIIETO  BPEMEHU KOMIIOHCHT
BbI3BAHHBIX IIOTCHIIMAJIOB I10/J] HAa3BaAHHUEM
N400, wumeronmii CBOM MaKCUMyM B
nuanazone okono 400 wmcexk mocie
3PUTEIIFHOTO TPEABSIBICHUS CIOBECHOTO
crumyna (Kutas & Hillyard, 1980),
OOBIYHO cunTaeTCS HHJIEKCOM
CEeMaHTUYeCKUX  TmpoleccoB.  Muoraa
JIOTIOJIHATEIBHO BBIICNSICTCS €ro Oouee
pananit (350 Mcek) CyOKOMITOHEHT,
KOTOpBIH, Kak MpEAINoJaraercs, HMeeT
OTHOUIEHHE K JIEKCHYECKOMY JIOCTYITY
(Bentin et al., 1999; Embick et al., 2001;
Pylkkanen et al., 2002; Stockall et al.,
2004), 4Yro, KpOME BCEro IPOYETo,
CHOCOOCTBYIOT B  LIEJIIOM  CIOPHOMY
Pas3IUUCHHIO JIEKCHYIECKOTO "
CEMaHTHYECKOTO ypOBHEW o0paboTku. B
Cllyyae  CHHTAKCHYECKHX  IPOILECCOB,
cutyauus emie Oonee ycnoxusiercs. C

JIATEHTHOCTHIO OKOJIO 100  mcex
perucTpupyercst T.H. paHHsSA  JieBas
(ponranpHas HeratuBHOcTh (ELAN, early
left anterior negativity), KkoTopas

YBCJIMYMUBACTCSA B OTBET Ha HEKOTOPLIC
I'paMMaTHYCCKUC HapylicHus B
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npeabsBisieMbix peanoxenusx (Neville
et al, 1991; Friederici et al, 1993).
JIOTOTHUTENBHO, B OTBET Ha
CHHTaKCUYECKHIA MaTepua
peructpupytotcst Oonee mosmHEe (>250
MCEK) OTKJIMKH, HMEIOIINE HETraTUBHYIO
TOIIIPHOCTE BO (PPOHTAITBHBIX O0OJIACTIX
(Miinte et al., 1998; Gunter et al., 2000).
M Hakomen, omHMM ©3 HamOoiee
3aMETHBIX  CHHTaKCHYECKUX OTKJIMKOB
SIBIISIETCS P600, MMO3IHUH CIIBUAT
BBI3BAHHOT'O TOTEHIIMANA, JOCTHTAFOLIHN
CcBOEH MaKCHMaJIbHOM AMIUIUTY IbI
(TONOKUTENBHON TOJPHOCTH) OKoJI0 600
MCCK B HCHTPAJIbHO-TCMCHHBIX O6J'IaCTﬂX
(cm. 0o030op Osterhout et al, 1997;
Osterhout & Hagoort, 1999).

Takue  JaHHble, yKa3plBAlOIIUME  Ha
MOCJIEIOBATEINBHBIN JJOCTYI K Pa3IMYHbIM
THOaM uHpOpMANUU, U CHOPMHPOBAIH
JOMUHHUPYIOIIYID B HEUPO(U3UOJOTHH
SI3bIKa W PEYM TOYKY 3peHus (CM. 0030p
Friederici, 2002). OHa, oHaKO, BCTymact
B KOHQJUKT ¢  HEIBIM  PSJIOM
MOBEJICHYCCKUX JAHHBIX, MMOJNYYCHHBIX B
MICUXOJIMHTBUCTUYECKUX IKCIIEPUMEHTAX.
Peub uzer 00 3KCIIepUMEHTAaX, YKa3aBIINX
Ha TapaJUIeNbHBIA XapakTtep 00paboTKh
MO3roM HHGOPMAIMKA O TMOCTYNAOIINX
CJIOBAaX U O KOHTEKCTE MX INPEbsBICHHS,
1 Ha OBICTPOTY ATOM 00pabOTKH, KOTOpas
MOXCET UMETb MECTO B TCUCHUC IICPBBLIX
~200 Mcek 1mocie TOro, Kak HMMEIOIIeecs
uHpopManus MO3BOJISIET PacloO3HATh TO
wm uHoe cioBo (Marslen-Wilson, 1973;
Marslen-Wilson, 1987; Rastle et al., 2000;
Mohr & Pulvermiiller, 2002). Hampumep,
HCTIBITYEMbIC MOTYT COBEpIIATH
MOTOpPHBIC OTBETHI (Ha)KaTHE KHOIIKH) Ha
3pUTENBHO  MpPEABSIBISIEMbIE CJIOBA B
3aBUCHMMOCTH OT CBOCW OIIGHKH HX
(hOHETHYECKUX U CEMAaHTUYECKHX CBOMCTB
gepe3 400-450 Mcek mocie MOABICHUS
crumyna (Marslen-Wilson & Tyler, 1975).
Ilockosbky 3HAYUTEIIbHOE BpeMs
TpeOyeTcsi Ha IMOATOTOBKY U BBINOJHEHHUE
CaMoro axkTa MOTOPHOTO OTBETa, TO
Haunboee paHHHE
MICUXOJMHTBUCTUYECKHE MIPOLIECCHI,

CBA3aHHBIC C IMPCABABICHHLIM CJIOBOM,
JOJDKHBI UMCTb MECTO HAaMHOI'O paHbLIC.
Emie Gonee yaMBUTENBHBIM 0Ka3aJloCh TO,
YTO JaXe B O3TOM paHHEM JHala3oHe
BPEMEHH JIMHTBUCTHYECKHE IIPOLIECCHI
MIOJIBEP>KEHBI BIMSIHUIO CEMaHTHUYECKUX U
cuHTakcndeckux  ¢axtopoB (Marslen-
Wilson & Tyler, 1975). boxee Toro,
UCCIICIOBAHHUS c UCIIOJIb30BaHHEM
METOAMKH IIOBTOPEHHS  YCIBILIAHHOTO
(shadowing) yka3anm Ha TO, 4TO
IPOU3BOACTBO PEUYH HHULMUPYETCS YiKe
gepe3 150-200 mcex mocie MOCTYMICHUS
s3pIkoBOro  crumyisia  (Marslen-Wilson,
1985). Pannue nmoseneHueckre 3GQHeKTol,
OTpaXalolINe CEeMaHTHYECKHE IPOLECCHI
W KOHTEKCTHYIO HHTErpaunuio, ObuIH
TaKke IOJIyYeHbl B OINBITaX C Kpocc-
MOJQJIBHBIM TPaiMHHTOM, B KOTOPBIX
ObUIO  MMOKa3aHO, 4YTO  JOCTYH K
uHGOPMAIUK O MPEIbABIACMOM CIIOBE
MOXKET HPOUCXOMUTH 3aJOJIT0 10 €ro
okoHyanus, B Tteuenre 200 mcek mocie
TOro, Kak uMeromascs HHpopMaLus
MO3BOJISIET €r0  WACHTH(UKALMWIO, WIH
nake panblie (Zwitserlood, 1989; Moss et
al., 1997, Tyler et al, 2002).
OKCIeprUMEHTHI, UCTIOJIB3YIOLINe
METOJIUKY OTCIIC)KUBAHUS JIBIDKCHUH TI1a3
(eye-tracking) Taroke MOKazand, 4TO P
TICUXOJIMHTBUCTHYCCKHX CBOI{CTB
NPENBSBISICMBIX ~ CTUMYJIOB — OKa3bIBaeT
BIMSIHUE Ha IBIDKEHHUS IJIa3 C TaKOU ke
panHel JaTeHTHOCTHIO (Sereno & Rayner,

2003). HccnmemoBanms Takoro poja
NpeAjaraloT  ajJbTEPHATUBHYIO  TOYKY
3peHus, COIJIaCHO KOTOpOH

OJTHOBPEMEHHBIN JOCTYIl K pPa3iIMYHbIM
TUIaM  JIMHIBUCTHYECKOH WH(popManuu
MOXET HWHHIMHUPOBAThCS B MO3re B
teueHne 200 McCEK TMOCIe TMOCTYIUICHHS
COOTBETCTBYIOIIUX pa3IpaxkuTesieit. Jto,
B CBOIO OYepenb, CTaBUT IIOJ COMHCHHE
MOCJIEIOBaTENIbHBIE MO/  00paboTKU
S3IKa  MO3TOM,  IIPEJIOKEHHBIE B
MICUXOJIMHTBUCTHKE W MOANCPKAHHBIC, IO
KpailHEli Mepe YacTU4YHO, pPaHHUMHU
HEHPOPHU3HOIOTUICCKUMU
SKCIIEPUMEHTAMHU.
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JpyruM CHOpPHBIM BOIIPOCOM PEUEBOM
HAYKH SIBJISIETCSI BOIIPOC O TOM, HACKOJIBKO
4esioBeYecKas CIocOOHOCTh K 00paboTke
s3pIka  TpeOyeT  pecypcoB  JAPYrux
KOTHUTHUBHBIX CHCTEM, TMPEXIE BCEro
BHUMaHHs, U, HA0O0OPOT, B KAKOW CTEIECHU
oHa oOmagaer  aBTOMaru3MoM. Ta
JETKOCTh, C KOTOPOH MBI  MOXEM
BOCIIPUHMMATh BECh CJIOKHBIH KOMILICKC
MOCTyMalouied B Hally  CIYXOBYIO
CHCTEMY pE€YM, U IPOCTOTA, C KOTOPOU
MBI, Ka3aJoch Obl, MTHOBEHHO
pacu(poBBIBAEM  3aKIIIOYAIOIIYIOCA B
Hel rpaMMaTHYecKy1o,
MOP(OJOTHYECKYI0, CEMAHTUYECKYI0 U
MPOYYIO HHpOPMAIIHUIO, 3a4acTyro
3aHUMAsACh TPH STOM JPYTUMHU JEIaMHu,
OpUBEIM K MPEIIOJNIOKEHUSAM, — YTO
JIMHTBUCTUYECKAS JIESITENIEHOCTD
OCYIIECTBIISICTCS MO3TOM B 3HAYUTEIBHOU
CTENICHH aBTOMATH3MPOBAHHBIM 00pa3oM
(Fodor, 1983; Garrett, 1984; Garrod &
Pickering, 2004; Pickering & Garrod,
2004). YUtoObl paccMOTPETH ATOT BOIIPOC B

KOHTEKCTE€ HACTOSLIEro  0030pa, MbI
pazbepem HEUPOhHU3HOIOTHYECKUE
JaHHBIE, TIOJlydeHHBle BHEe  (oKyca
BHUMaHHS C UCIIOJIb30BAaHUEM ITaCCHBHOU
IKCIEPUMEHTATBHON  MapajurMbl |
MO3TOBOTO  OTKJIMKa HM3BECTHOTO  IOJ
Ha3BaHUEM «mismatch negativity
(MMN)», 4eil  pycCKHiA  TIEpEeBOI

«HETaTUBHOCTH paccoriacoBanus (HP)»
MBI Oy/IeM HCIIOJIb30BaTh B JalbHEHILIEM.
HP — 3T0 MO3roBO# OTKIMK (OTKIOHEHHS
BBI3ZBAHHOI'O IHoTreHuuaia NN
MMPOU3BECACHHOI0O WM MAarHuTHOI'O HO.]'[H)
BBI3BIBAEMBIN peakumMu (T.H.
JICBUAHTHBIMHU ) aKyCTHYCCKUMU
MOCHUTKAMU, TPEIBABIIEMBIMUA H3pEIIKa
Ha ¢QoHEe dUacThIX (T.H. CTaHAAPTHBIX)
ctumynoB (Alho, 1995; Néétianen, 1995).
OnHoil w3 BaxHBIX ocoOenHocrern HP
SBIISICTCS BO3MOKHOCTH €€ TEHEepaliu B
OTCYTCTBHE BHHMAHHUS HCIBITYEMBIX K
ciyxoBbiM pazapaxurensm (Tiitinen et
al., 1994; Schroger, 1996). B cBs3u ¢
TUM CYMTAETCs, 4YTO OHAa OTpaXKaer
ABTOMAaTHUYECKYI0  JETEKIIMI0  MO3TOM
W3MEHEHUH B TMOCTyMNAIoLEl 3BYKOBOU

10.1O. ITeIpOB
YEJIOBEKA @. [Tyndepmromiep
nHopmanum, SBISSICH  CBOETO  poja
YHUKAJIBHBIM  HWHAWKATOPOM TOI'0, Kak

Hall MO3r 00palaThIBaeT aKyCTHYECKHE
cobwrtust (Nadtinen, 1995). B nocnemanee

Bpemsi HP Bce Oompmie u  Gosbiie
UCIIONIB3YeTC M Ul HCCIIeIOBaHUN
HEPBHBIX ~ MEXaHM3MOB  JISKAIIUX B

OCHOBaHMHU pedeBoi ¢yHkuuu (Naitdnen,
2001; Pulvermiiller & Shtyrov, 2006).
CHayana jaBaiiTe pacCMOTPHM OCHOBHBIC
HPENIOCHIIKH U1l TAKOTO HCIIOIb30BAHUS

HP. Hamu  npemaraerca  4eTbIpe
OCHOBHBIX omnpezensomux ¢dakropa: (a)
HP  sBnsercs  paHHUM ~ MO3IOBBIM
OTKJIUKOM,; (b) HP o0samaer
aBTOMartu3MoM; (C) OHa  sBISAETCA
OTKJIMIKOM Ha VHJIUBHTY JIbHBIH
pasnpaxurenb, (d) HP  sBusercs

OTKIIMKOM Ha TIEPEMECHY B CTUMYJISIIHH.
IlepBrle 1aBa MOMEHTa OTHOCATCS K
H3BECTHBIM cBoiictBaM HP, cBsA3aHHBIM
TEM HJIM MHBIM 00pa3oM C MeXaHM3MaMH
ee TeHepaluu B MO3re, a MOCIEIHHUE J1Ba
MyHKTa MPEJCTABISAIOT U3 ce0sl BAXKHOCTD
B CBA3U C TCXHHUYCCKHUMU,
METO0JIOTHYECKUMU 0COOEHHOCTSIMH
HCCIICIOBAaHMM aKTHBHOCTH MO3Ta B OTBET
Ha SI3bIKOBBIE CTUMYJIBI.

Pannss namenmunocme HP

Kak yxKe TOBOPUJIOCH, pan
MOBEJACHYECKUX UCCIICJOBAHUN YKa3bIBAET
Ha 3aMmycK TICUXOJIMHT BUCTHYECKUX
npoueccoB B Mo3re B TeueHue 200 mcek
mocjie TOCTYIUICHUS JOCTATOYHOW JUIS
sToro pedeBoir mHMopMarym. Ecim >TH
MpoIlecChl  HAaXOAAT  OTpPaKEHHWE B
IUHAMUKE COOBITHIHO-CBSI3aHHOM
MO3TOBOH aKTHBHOCTH, TO
COOTBETCTBYIOIIME MO3TOBBIE OTKIIUKH,
perucrpupyemsie Ha IIOBEPXHOCTHU
T'OJIOBBI, JOJIDKHbI HMCTh MECTO B TOM XKC
Jluana3oHe BPEMEHU WM JlaXe paHblIe.
D10 sABIsIETCS O0OS3aTeNBHBIM (XOTA H

HEJIOCTaTOYHbIM) YCIIOBHEM JUIst
YCTAQHOBJICHWS MX TIPSAMOH CBA3H C
BBIIICYKa3aHHBIMA  JIMHTBUCTUYECKUMH

[IpoLeccaMy; B NPOTHBHOM Cilydae, OHH
MOTYT OBITh BCErO JHMIIL OTIAJICHHBIMH
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MOCTEACTBUAMU STHX IPOIECCOB. ITO
aBTOMATHYECKd  HMCKJIIOYaeT  ITO3JHHuE
CIABHWTH BBbI3BaHHBIX moTeHIUAIOB (BII;
N400, M350, P600) n3 paccMoTpeHUs B
Ka4eCTBE IMOTCHIMAIBHBIX KaHIUIATOB B
WH/INKATOPBI PAHHHUX SI3BIKOBBIX SIBIICHHUI
B Mo3re. PaHHme, T.H. OOJHTaTOpHEIC
ciyxoBele moreHmmansl (P1, N1) He
0oOHapyKIIH 9yBCTBUTEIEHOCTH K
nuHrBucTudeckuM  akropam. ELAN,
PaHHUI CUHTAKCHUYECKUN OTKJIMK, BIIOJIHE
COOTBETCTBYET BPEMEHHBIM TPEOOBAHMSM,
HO HE perucrpupyercss B OOJBLIMHCTBE
JIUHTBUCTHYCCKHUX 3amay (M Ooyiee TOro,
MOJKET OBITh HAWICH JAJICKO HE BO BCEX

CUHTaKcH4eckux omeitax). C  apyrou
croponsl, HP, Bo-mepBbIX, sBIsETCS
paHHUM KOMIIOHEHTOM (oObryHas

JmaTeHTHOCTh B mpexaenax 100-200 mcex),
a BO-BTOPBIX, MIPOYHO CBS3aHA C TAKHMU
KOTHUTHUBHBIMM SIBJICHUSIMH KaK IaMSTh,
BHUMAHAE W €r0 OpPUEHTHPOBAHHE,
NPUMHUTHUBHBIA  HHTEIUIEKT  CIYXOBOH
cucrembl (Nddtdnen, 1995; Nadtdnen &
Alho, 1995; Néitinen, 2000; Néaitinen et
al., 2001). UsBectHo, uto HP oGmanmaer
YYBCTBUTEIHLHOCTHIO K KpaifHe
a0CTpPaKTHBIM  CBOWCTBAM  3BYKOBBIX
CUTHAIOB W TakuM o0O0Opa3oM sBISCTCS
MOTEHLMAIbHBIM KaHIUuIaTOM Jinit'|
HICHTU(UKAIIH MpenoaaracMoin
paHHEH S3bIKOBOM JEATENILHOCTH B MO3TE.

Aemomamuszm HP

Xotst Bonpoc 0 ToM, nojsepkeHa au HP
BIMSIHUIO IIPOLECCOB BHUMAHUS, M €CIH
Jla, TO J0 KakOM CTElEHU, HEpEUIEH,
HeonpoBepkuMo To, uyto HP jerko
BBI3BIBAETCS B  OTCYTCTBHE IPSIMOTO
BHUMAaHHUA K CTUMYJIALNU. Takom
obpazom, HP He TtpeOyer akTHBHOrO
y4aCTusls MCHBITYEMOTO B OCMBICIICHHUU
IPENbSBIAEMOrO Marepuaa; KakK
IPaBUJIO,  HUCHOBITYEMBI  3aHAT  HE
CBS3aHHOH CO CIyXOBBIMH CTUMYJIaMU
3amaveil (Hamp., mpocMoTp (uibpMa), B TO
BpemMsa kak HP, Tem He MeHee,
TEHEPUPYETCSl  PEAKUMH  CIlyYaWHBIMH
W3MEHEHHUSMH B MOCTYMAOMINX CIYXOBBIX

curHanax. Ilo xpaiiHei Mepe B 3TOM
CMBICIIE HP MOXET CUUTAThCA
ABTOMATUYCCKUM MO3I'OBBIM OTKJIHKOM.
OTO, B CBOIO O4Yepelb, MMEET Ba)KHOE
3HAQUEHMs [JIsI €€ WCIOJb30BaHHUS B
peueBblx HccienoBaHusx. OOBYHO B
SI3BIKOBBIX SKCIEPHMEHTaX HCIIBITYEMbBIM
JlaeTcst 3a7aHue BHUMATEIBHO
BOCIIPUHUMATD NPEIbSIBIIEMBbIE UM CIIOBA
win npeanoxenus (Hamp., Neville et al.,
1991; Osterhout & Swinney, 1993;
Friederici et al, 2000). 3auacryio,
MHCTPYKIIUS BKJIFOYaeT B celst
[IpOBeIeHUE KaKoH-11u00 OIICHKH
JIUHTBUCTHYECKOTO MaTepuana  (Harp.,
3HAKOMbIE-HE3HAKOMBbIE, MIpaBUIIbHbIE-
HEBEpHbIE CJIOBA) BIUIOTH JIO CIOXKHBIX
JIMHTBUCTHYECKUX 3a/ad — TaKUX Kak
OLIEHKa T'PaMMAaTHKU TIPEUIOKCHUS WIIH
nexcuuaeckoe pemenue (lexical decision).

IlockonbKy B TakOM  OJKCIEPHUMEHTE
TpeOyeTrcss aKkTHMBHOE BHUMaHHE  CO
CTOPOHBI ~ HCIIBITYyEMOI'0, HEBO3MOYKHO
YAOCTOBEPUTHCS B TOM, 4TO

peructpupyemas HEHpOHHas aKTUBHOCTb
HE CBsA3aHa CKOpee C  MO3TOBBIMH
KOppesTaMy MPOIECCOB BHUMAHHUS, YeM
C  A3BIKOBBIMH MPOLIECCAMHU KaK
TakoBbIMH. CBsI3aHHBIE C MPOLIECCAMH
BHUMaHHs  SIBJICHHS, KaKk W3BECTHO,
MOJIYJIUPYIOT PsiJi BBI3BAHHBIX OTKJIUKOB,
B TOM YHCIE CBSI3aHHBIX C MO3TOBBIMH
CTPYKTYypaMH  HaxOJSIIUMHCS  BOIHM3H
OCHOBHBIX SI3bIKOBBIX 00JIACTEH HJIH Jaxe
MEePEKPHIBAIOIIUMHUCS C HUMH (CM. Harp.
Picton & Hillyard, 1974; Alho, 1992;
Woods et al., 1993a; Woods et al., 1993b;
Tiitinen et al., 1997; Escera et al., 1998;
Yamasaki et al., 2002; Yantis et al.,
2002). Bnonne BO3MOXKHO, 4TO
HCIIBITYEeMbIC YICISIIOT OOJIbIIe BHUMAHHUS
HEOOBIYHBIM Wi CoJIepIKaIiM
MpeTHAMEPECHHBIC OIMUOKH CTUMYyJaM (B
MOJIOOHBIX ~ DKCIIEPUMEHTAX  3a4acTyIo
UCIIOJIB3YIOTCS TMICEBJIOCIIOBA,
OeccMbICIICHHbIE MIPEIIOKEHUSI u
rpaMMaTH4YecKUe OIIMOKH) B TO BpeMs,
KaK OHH IIBITAKOTCA OCMBICIIMTh HUX;
BO3MOXHO, qTO OHH MPUMEHAIOT
Pa3IMYHYIO CTpaTeruro mnpu o0paboTke
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[IPaBUWIBHO c(OpPMHUPOBaHHBIX u
HAMEPEHHO  OLIMOOYHBIX  CTUMYJIOB.
Takue crerduieckue HU3MEHEHHUS
CTpaTerud M BapualMd B  yYpOBHE

BHUMaHHS MOT'YT, B CBOIO O4epe/ib, HaliTu
OTpaK€HHE B M3MEPSEMOM aKTHUBHOCTH,
MEPEKPHIBAsICh C MOMJIMHHO S3BIKOBOM
JeSITeNIFHOCTBI0 Mosra. Takum obOpaszom,

Kpaiine BaKHBIM MPEICTABISIETCS
OrpaHUYCHUE BIIMSIHUS HPOIIECCOB
BHUMaHusg W dpdekroB  crneunuduku

IIOCTAaBJIEHHOW 3ajmaud. [l pemeHus
atoit mpobiemsl HP mpencrasnser coboii

UAealbHbII  MHCTPYMEHT, T.K. OHa
PErUCTPUPYETCsl, KOTAAa WCIBITYEMbIE HE
KOHLEHTPUPYIOT BHHUMaHUE Ha

CTUMYJIAOUKU W HC BBINMOJHAIOT HHUKAKHUX
CBA3aHHBIX CO CTUMYJIaMH BaﬂaHHﬁ.

HP kax omkauk Ha UHOUGUOYATbHULI
pasopasxcumens

Hecmotpst Ha TO, YTO HanMuuMe paHHUX
TICUXOJIMHT BUCTUIECKUX MIPOIIECCOB
CJIElyeT W3 HMMEIOLINXCS ITOBEICHYECKUX
JaHHBIX, HEUPO(HU3HOJIIOraM B OCHOBHOM
HE yJaJIOCh HAalWTH MO3TOBBIX KOPPENSTOB
3710l nesTenpHOCTH. OfHA U3 BO3MOYKHBIX
NPUYUH O3TOH HEyJauyd MOXKET HMETh
METOJOJIOTUYECKY IO MIPUPOLY . B
60J'l]>IIIl/IHCTBe OKCIICPUMEHTOB 1o
¢usnonoruu  peud  UCCIEAYIOTCS U
CPaBHMBAIOTCS NPyl C JApyrom OOJbIIHe
TpyTIBI CTHMYJIOB; yCpeIHEHHbIC
OTKJIMKA TpPU 3TOM HCIIOJIB3YIOTCS JUIs
0000IIIeHNsT pe3yNbTATOB B MPUMEHCHHUU
KO BCEMy MaTepHaly, OTHOCALIEMYCS K

TOI Wi HUHOM KaTeropuu
JIMHTBUCTHYECKUX CTUMYJIOB. 310
OpUBOJMT K mpobiieme  Qu3ndecKon
BapUaTUBHOCTU CTUMYJIOB, TakK Kak
pa3apaXXUTEIN Pa3IUYalOTCA MO CBOUM
(hu3nIecKuM CBOMCTBaM (Hamp.,
JUTUTENTbHOCTD, CIIEKTpaJIbHbIC
XapaKTePUCTUKH, pacnpezeneHue

3BYKOBO# sHepruu u T.1.). Kak u3BecTHO,
Jlake MUHHMAJTBHBIE PA3JINYMS B POCTHIX
(M3UIECKUX CBOWCTBAX MOTYT TIPHBOIHTH
K  pasMuusM B PETHCTPHPYEMOI
aktuBHOCTH Mosra (Nddtdnen & Picton,

1987; Korth & Nguyen, 1997), xotopsie
MOTYT TEPEKphIBATBCS BO BpPEMEHH C
JIUHTBUCTHYECKUMU s dexramu,
MacKHpOBaTh WU CKPHIBATh MX, WIN JaXe
OomKrOOYHO Ka3aThCs TakoOBBIMH. Jlpyroii
npoOiemMoit SIBJICTCS
TICUXOJIMHTBUCTHYECKAass BapHAaTHBHOCTE,
T.K. CTUMYJIBL, KaK [IPABHJIO, PA3IHYAIOTCS
10 CBOUM JIMHI'BUCTUYECKUM IPH3HAKAM,
TaKMM KaKk 4YacToTa BCTPEYaeMOCTH B

A3bIKE WM  BpPEMEHHBIE IapaMeTpbl
pacriosHaBaHus cioBa. llociexnue mnpu
3TOM OCOOCHHO TPYJHO IOJIAIOTCS

KOHTPOJIIO, T.K. Pa3JIUYHBIC CJIOBA, NaXKe
IPU OJMHAKOBOW OOIIEH ITUTSIBLHOCTH,
MOJIIAFOTCSL PACIIO3HAHWIO U BBIICICHUIO
u3 Kpyra CBOMX JICKCHYECKUX
KOHKYPCHTOB B pa3iIHMYHBIC MOMCHTBI
BPEMEHH — B OJKCTPEMAaJbHBIX CIydasx
BCKOpE TIOCJIe Hadalla CIIOBa WA TOJBKO
gpe3 HEKOTOpOe BpeMs IOCle  €ro
okonyanuss  (Marslen-Wilson,  1987).
HecoMHeHHYI0 TIOTIB3y TPH 3TOM MOXKET
MMPUHOCUTDH TPAJAUIIMOHHOC BbIpDABHUBAHUC
CpenHux rapaMeTpoB MEXIY
pa3JIMYHbIMH  KaTCropusaMu CTUMYJIOB B
SKCICPUMCHTE, KOTOpPOE, TeM HE MEHeEe,
0 TPE)KHEMY HE pelIaeT BceX MpoOeM.
Kak mnpaBuio, Bce H3BECTHBIC paHHHE
KOMIIOHCHTHI COOBITHITHO-BBI3BaHHBIX
OTKIIMKOB WMEIOT OTHOCHUTEIBFHO MAaIyIo
AMILTUTY Y u KOPOTKOE BpeMs
MPOSIBJICHUS;  €CIM  TUIOTETUYECKHE
paHHHE KOPPEJIATHI SI3BIKOBOM
JIESTETPHOCTH ~ 00JamaloT TEeMH  Ke
CBOMCTBaMH, TO BapUaTHUBHOCTb BHYTPU
IPYNIBI  CTUMYJIOB IPUBEAET K HX
pa3MbIBY WJIK IMOJHOMY HCYE3HOBCHHUIO B
cpemHeM OTKITUKE o rpyIme
(Pulvermiiller, 1999; Pulvermiiller &
Shtyrov, 2006). C npyroii cTopoHsl, Oo1ee
Mo3aHUe OTKIWKH (Takue kak N400,
P600), ™eHee mTOABEPKEHBI TaKOMY
JIECTPYKTHUBHOMY BO3ICHCTBHUIO
Oponenypsl  YCpeOHEHHS, T.K. OHH
00JamaloT 3HAYUTENPHON aMIUTUTYAOH U
JUIATCS Ha MPOTAXKCHUN COTCH
MUJITUCEKYHI. [Toatomy, 4TOOBI
OOHAPY)XUTh MPEHIojaracMpic paHHHE
3G QeKTh, HEOOXOAMMO MAaKCUMAIBHO
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YMCHBIIUTH BIINAHUEC BapuaTUBHOCTH
pazapaxutenei. [lockonbky HP siBisiercs
OTKJIMKOM Ha OJUH U TOT KE ):leBHaHTHI;Iﬁ
CTUMYJI, KOTOPBIA JUIA  YJIyYIICHHUS
COOTHONICHUS ~ CHTHaJa K  IIyMYy
MHOTOKPAaTHO TIOBTOPSICTCS CITyYallHBIM
00pa3oM, TO OHa MPEIOCTABISICT MOJHOE
peuieHne  mpoOOJIEMbl  BapUATHBHOCTH,
CBO/IsI TOCJICHIOO K HYITIO.

HP xax omknuk na usmenenue

Ilo CBOEMY ONPEIEIICHHUIO, HP
perucTpupyeTcsi Kak pasHHIa MEXIy
OTKJIMKaMH Ha JIeBUAHTHBIN "

CTaHAAPTHBIN CTHUMYJIBI, KOHTPACT MEXIY
KOTOPBIMH M IIPUBOJUT K €€ MOSBICHUIO.
370, B CBOIO OUEpEb, AACT YHUKAIBHYIO

BO3MOKHOCTh KOHTPOJISt Ha
aKyCTHYECKUMHU rnapameTpamMmu
CTUMYJISIIUU B SI3BIKOBBIX
9KCIIEPUMEHTAX. [Ipennaraemsbrit

KOHTPOJb COCTOMT B HCIOJIb30BaHHUU
HWAECHTHYHBIX aKyCTHYECKUX KOHTPAaCTOB B
pa3NuyYHBIX KaTETOPHAX CTHMYJIOB, IPH

OJTHOBPEMEHHOM MaHUIY SN nx
JMHTBUCTHYECKUMHU CBOWCTBAaMHU.
PaccmoTrpum CleytoI1e
THIIOTETUIECKHUE COYETaHMsA

paszapakuTeNiel, HCMOb3ysl aHMVIMACKUMA
SI3bIK, KOTOPBIH MPUMEHSUICS BO MHOTHX
HaIKMX dKcrepuMenTax: (1) cioBo «ray»
(Jtyd, em.d.) B KauecTBE CTaHJapTHOTO
CTUMyJia M «rays» (JIy4yd, MH.Y.) — B
Ka4ecTBe JIeBUAHTHOTO, (2) «lay» (kiacTs,
Heomp.d.)- «lays» (kmamer, en.a. 3 i1.), (3)
«gray» (cepblif) — «graze» (mactuch), (4)

«tay» - «taze». Bo Bcex uyeThpex
coueranusix, HP Oyzer BrI3bIBaThCA
ONHMM U TEM JK€ aKyCTUYECKUM
KOHTPAacTOM,  KOTOpPBIH  COCTOUT B

HQJINYUU 3ByKa [Z] B KOHIIE J€BHAHTHOIO
CTUMyJla B TOM TIOJIOKEHUH, TIe
CTaHAapTHBIN pasipaxurenb yxKe
3aBepmiwicsa. Takum 00pa3oM, YHCTO
akyctuueckass HP B oTrBer Ha H3TOT
KOHTPACT JIOJDKHA OCTAThCS HEM3MECHHOW
BO BCEX UYETHIpeX ycnoBusax. OmHaKo 3TH
YeThlpe KOMOWHAIIMK, HECMOTpA Ha
HIEHTHYHOCTD AKyCTUIECKHAX

KOHTpAaCTOB, PE3KO pasjiuyaroTcd 110
CBOCEMY JIMHIBUCTHYCCKOMY KOHTCKCTY: B
IIEPBOM us3 THIIOTCTHYCCKUX
IKCIICPUMCHTAJIbHBIX OJI0KOB 93TOT

KOHTPACT IPEACTABISIET COO0i CKIIOHEHHE
CYIIECTBHUTEIBHOIO (M3MEHEHHE B YHUCIIE);
BO BTOPOM OJIOKE MBI HMEEM CIPSDKCHHUE
rmarona (B 3-e¢ mmio). B Tperhem
YCIOBUM TOT K€ CaMbld aKyCTHYECKHI
KOHTpacT HPUBOAUT K TIOJTHOM
JIEKCUYECKOM U CEMAaHTHUECKOH IEpEMEHE
— CTaHIApTHHIE U JICBHAHTHbBIE CTUMYJIbI
HE CBA3aHbI O6H_ll/IM CMBICJIOM H JaXEe
OTHOCATCA K pPasHbIM YacTdM pPCYH.
Haxonen, 4erBepras mapa NpeicTaBIsieT
n3 cebs OeccMBICIICHHBIE IICEB/IOCIIOBA,
JiaBasi, TAKAM 00pa3oM, JOTOTHUTEIbHYO
BO3MOXKHOCTb KOHTPOJIS HaJ
aKyCTHYECKUMH IapaMeTpamu. Takum
o0pasoM, 3anuceiBast HP B oTBeT Ha Takme
aKycmuiecku UOeHmuyHvle KOHMpAacmol,
MOXHO COCPEIOTOYUTHCS Ha 3dderrax

pasiudnblx JUHSBUCMUYECKUX
KOHmMeKcmoes, HC NUMCs OOBIYHEIX
OFpaHquHHﬁ, CBsA3aHHBIX C pPa3INYUuEM
AKyCTHYCCKUX IMapaMETpoOB CTUMYIJIOB.

Bonee Toro, BO3MOXXHO MpeabsIBICHUE TEX
J)K€ CaMbIX J€BHAHTHBIX CTUMYJOB B
Ka4yecTBe YaCThIX CTaHJApTHBIX
pazapaxxurenen B OTAEILHOM
9KCIEPUMEHTAILHOM OJIOKE; B TaKOM
ciydae, HP mMoxxer OBITH paccumTaHa Kak
pa3HHULA B OTKJIMKE Ha Qusuuecku 0OuH u
mom  Jice  cmumyl B KadecTBe
JICBUAHTHOTO U CTaHIAPTHOTO, YTO JACT

BO3MOXHOCTh  emle 0ojee  CTpOroro
KOHTPOJIS HaJ (busnueckuMu
napameTpamu CTHMYJISILINY.

Hcnonp3oBaHme CTPOro KOHTPOJIUPYEMBIX
TakuM 00pa3oM HapameTpoB CTUMYIISLIUH
OKa3aJIOCh KpailHe yCHEUWHBIM B psae
3KcnepuMeHToB. K mx paccMoTpeHnio Mel
U TIepeiiieM B CIIeIyIOIIEM pas/ielie.

JKcnepuMeHTAIbLHbIE TAHHbIE
Ha ™omeHnt Hammcanusi 3TOro o03opa
(2008 rox), MMEIOIITUECS

SKCIIEpPUMEHTANBHBIE JaHHBIC ITOKa3alu
yyBCcTBUTENBbHOCT HP K S3BIKOBBIM
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Puc. 1. HP kax unoexc 06pabomxu TUH8UCTIUYECKOU UHDOPMAYUU MO32OM:
yeunenue HP ¢ omeem Ha clozu pooHo2o A3biKka (adanmuposano u3 Shtyrov
et al., 2000), rexcuueckoe ycunenue HP 6 omeem Ha 3Hayumble c1o6a
(adanmuposano us Shtyrov et al., 2005), nposenenue cemaHmuueckux
ceoticme cnoe 6 konpueypayuu ucmounuxa HP (adanmuposano u3

Pulvermiiller et al., 2005).

npoieccam,
OCHOBHEIM

OTHOCSIIAMCSL KO  BCEM
TUMAM  JTIHHTBHCTHYECKOMN
HH(OPMAIIHH: (oHOIOTHIECKOMY,
JIEKCHYECKOMY,  CEMaHTHYECKOMY |
CUHTaKcu4eckomy (puc. 1, 2).

Dononozuueckue npoueccol

OtnenbHble (OHEMBI W HMX TIPOCTHIE
KOMOMHAIIMU — CJIOTH — OBUIM IEPBbIM

JIMHI'BUCTUYCCKHUM MaTepualiom,
HCIIBITAHHBIM B napagurme
paccoriiacoBaHus. Kak mokazamm 3tH
OKCIICPUMCHTBI, 3BYKU POAHOI'O s3bIKa,

HampuMep, TIacHBIE, BBEI3BIBAIOT OoJiee
BolpakeHHyt0o HP, uem ux ananoru, He
MpeACTaBIECHHbIE B ponHOI
(HhOHOIOTHYECKHUX CHCTEME HCIIBITYEMbIX
(Dehaene-Lambertz, 1997; Nadtdnen et
al., 1997). BaxHo, 4T0 3TO0 HabIIOMaeTCS
BHC 3aBUCUMOCTHU oT BCIIMYHNHBI
aKyCTHYECKHUX pa3nuumii MEXIY
CTaH)],apTHbIMl/I nu JCBHUAHTHBIMU
ctumynamu. bBornee Toro, Torma Kak
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o6bryHO HP  wmmeer cummerpuyHyIO
Tonorpaguo, MHOrZA C TEHACHLMEH K
MPaBOIOIYIIAPHOMY MPEUMYILECTBY
(Paavilainen et al., 1991), ¢onernueckas
HP HMeeT [IPEUMYLIECTBEHHO
JICBOCTOPOHHEE  pacIpelesieHue,  4To
IpeArojaraeT BO3MOXHYIO CBSI3b €€
MIPOHUCXOXKACHUS c SI3BIKOBBIMH
0o0nacTIMi  KOpBI, PAcCHOJIOXEHHBIX B
JIeBOM IIOJyIIAPUH TOJOBHOTO MO3Ta
(Naatéinen et al., 1997; Shtyrov et al.,
1998; Shtyrov et al., 2000). danbHeiimme
9KCTIEPUMEHTHI NTOKA3aJIH, YTO U3MEHEHHS
B narrepHe HP MoryT orpaxkars pazBurue

HOBBIX (hOHOJIOTUUECKIX
MIPE/CTaBUTEIBCTB npu OCBOCHUH
S3BIKOBBIX ~ HABBIKOB  JIETBMU MM

W3y4EHUH HOBOTO SI3bIKA B3POCIBIMH
ucneityembiMu  (Cheour et al.,, 1998;
Winkler et al, 1999). Ilocnenyromrue
OITBITHI MIPOJEMOHCTPUPOBAIIH
YyBCTBUTEJIBHOCTh HP K
donortakTrueckum (Pakropam (Dehaene-
Lambertz et al., 2000; Bonte et al., 2005;
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Bonte et al., 2007), natrepHam ynapeHus
(Honbolygo et al., 2004; Weber et al.,
2004), ayano-BU3YaJIbHOM MHTErpaliu
¢onernueckoii uadopmanuu (Colin et al.,
2002; Colin et al., 2004) u psgy apyrux
(OHONOTMYECKHX TEepeMEeHHBIX. Bpems
MPOSBICHUS  3THX  (DOHETHYECKUX |
tdonomornueckux  3pdexto B HP
Bappupyercst oT mnpumepHo 100 Mcek
(Rinne et al., 1999) mo 200-300 mcex
(D'Arcy et al, 2004; Connolly et al.,
1995)

st 0OBSICHEHUSI STUX PE3yJIbTATOB OBLIO
MPE/UIOKEHO, 4YTO, B JONMOJHCHHUE K
JNETeKIUA  CIYXOBBIX H3MCHCHHUA W
mporeccaM  KpaTKOBPEMEHHOW — ITaMsTH,
HP o0magaer dyBCTBHTENBHOCTBIO K
JIOJITOBPEMEHHBIM crenam MIaMSTH,
KOTOpbIe C(OPMHUPOBAIUCH B HEPBHOM
CUCTEME MUCIILITYEMBIX B IPOLECCE UX
MPEAbIAYIIET0 B3aUMOJICHCTBUS ¢ YCTHON
peunto (Nédtdnen et al., 1997; Shtyrov et
al., 2000; Naitdnen, 2001). M3 storo
CJICYIOT BaXKHBI BBIBOA O TOM, YTO
TaKkue JOJTOBPEMCHHEIC CIICABI MaMSITH
MOTYT aKTHBHPOBATHCS TIPEIBIBICHUCM
COOTBETCTBYIOIICTO JICBUAHTHOTO
CTHMYyJIa B TApaJWrMe PacCOTIACOBAHMUA,

M 4YTO 3Ty  AaKTUBALUHMIO  MOJXKHO
3aperucTpupoBaTh
HEHpoPHU3HOIOrnIecKn Jaxe B

OTCyTCTBl/Ie BHUMaAHUA K CTI/IMyJ'lﬂL[l/II/I nu
Kako Obl TO HU OBUIO CBS3aHHOH CO

CTUMYyJIaMH  3a7ayd. OTO HOCIYXUJIO
MOTHUBAaLIUEN K MOCJIEYOIINM
JKCIIEpUMEHTaM ¢ ucnoJib3oBanueM HP,
KOTOpBIE CTaBUJIN cBOCH LIEJIBIO
HCCIEN0BaHUE JIMHTBUCTHYECKHX

IIpo1IecCOB 00JIEe «BBICOKOT0» YPOBHSI.
Jexcuueckue npoyeccol

Hamomo6ue Toro, xak HP memoncTpupyer
(hoHONIOTMYECKOE YBETMUYCHUE B OTBET HA
MpeabsBIeHre (OHEM U CIIOTOB POJHOTO
A3bIKa, HETATHBHOCTh PAaCCOIIACOBAHUS,

BBI3BaHHAas OT/EJIbHBIMA CJIOBaMH,
oOmamaer GOJBIICH aMIUTUTYIOW, HEXENn
HP B OTBET Ha 10100HbBIE

OCCCMBICIICHHBIC — CJIOBOIOAOOHBIC  (T.C.
IIOAYUHSAOIIUECA q)OHOJ'lOFI/I‘leCKl/IM
NpUHLOMIAM s3bIKa) cTuMyabl (puc. 1). B
NIPOBEJCHHON HaMH CEpUH HCCIIeIOBAaHHUN
Ha 9Ty TeMy Mbl  TPEIbsBIIIN
UCTIBITYyEMBIM ~ HabOphl  aKyCTHYECKU
cOaaHCUPOBAHHBIX CJIOB U MCEBIOCIOB H
oOHapyXWIH yBenndeHrue amiuuTyasr HP
B TeX CiydasxX, KOorja B JICBHAHTHOMH
HO3ULIUK HAXOMUTCS 3HAYMMOE CIIOBO
(Pulvermiiller et al, 2001; Shtyrov &
Pulvermiiller, 2002; Pulvermiiller et al.,
2004; Shtyrov et al., 2005). Dto ycuneHue
AMIUINTY b, 06LI’{HO HUMCIOLIICC CBOM IMHK
B nuana3one 100-200 mcek, aydiie BCero
OOBSICHSCTCSI aKTUBALUEH CIIE0B MaMSITH
JUISl JaHHBIX CIIOB, PEAIN30BAHHBIX B KOpE
TOJOBHOTO MO3ra B BHJIE CBSI3aHHBIX
MEXTY coboit pacrpeeeHHBIX
momysiuit  HeiiporoB  (Pulvermiiller &
Shtyrov, 2006). Jlekcuueckoe ycuiIeHHE
HP ObUIO HEOJHOKPATHO MOATBEPIKIACHO

Hauleu rpynmnou u JIpYruMu
HCCIIeIOBATENIMM, IpUYeM B  3THX
OMBITaX  HCIOJIB30BAINCH  PA3JIUYHBIC
mapaMeTpel  CTUMYJSAILUHM,  METOAUKU
perucTpand  OTKIMKOB M SI3BIKU

(Korpilahti et al., 2001; Kujala et al.,
2002; Sittiprapaporn et al., 2003; Endrass
et al., 2004; Pettigrew et al., 2004). Kax
OKa3aJloCh,  JUIA  TOSIBJICHHS  3TOrO
s(hdekra KpUTHUIECKOE 3HAYCHHE HMEET
JIEKCHYECKUH CTaTyC UMEHHO
JEBUAHTHOTO CTHMYyJia. B To ke Bpems
Mbl He HalUM 3(PPEKTOB JIEKCHUIECKOrO
CTaTyca CTaHJAPTHBIX pa3mpakuTenei Ha
ammutyay HP (Shtyrov & Pulvermiiller,
2002), XxoTs B HEKOTOpPBIX paborax
NpeIUIaraeTcs, YTO BHI3BAHHBIC OTKIUKH
Ha CTaHIAPTHBIC PEUYEBBIC MOCHUIKH TAKKE
MOT'YT pearupoBaTh Ha HX JICKCHYCCKUIl
craryc (Diesch et al., 1998; Jacobsen et
al., 2004).

UccnenoBanus BBI3BAaHHON CIIOBECHBIMH
CTUMYJIaMU aKTHUBAIlUU PACCOTIACOBaHUS

C HOOMOHIbKO COBPEMCHHBLIX MCTOJAUK
KapTUPOBaHUA Moa3ra, TaKuX KakK
MHOI'OKaHaJIbHas

marHurosHnedanorpapus  (MOI) B
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COUYCTaHUU MaTeMaTH4YCCKUMU
aJIropurMamMu OLICHKHN HUCTOYHUKOB
AKTHBHOCTH, TIO3BOJIMIIH, B CBOIO O4€PE/Ib,
W3Y4YHTh CBSI3aHHBIE C BOCIIPUSTHEM CJIOB
MO3TOBBIE TIPOLIECCHI €  HEJOCTYIHOM
OpeXJe  MPOCTPaHCTBEHHO-BPEMEHHOU
TouHOCThI0. Mcnonb3ys HP nonydyennyro
B OTBET Ha OTAENBHBIC CIIOBA, MBI CMOLJIH
MIPOJEMOHCTPUPOBATH, YTO Ta AKTUBALIUS
CHayajla  MpOSIBIIETCSs B BEPXHUX
BUCOYHBIX  OONAcCTsIX  KOpBL  OTO
npoucxoaut Bckope (~130 mcex) mocme
TOro, Kak JOCTynHass HH(poOpMaIus
IIO3BOJIAICT I/I[leHTI/I(i)l/IKa]_II/IIO CTUMYyJ1a.
3areM, B CTPOro ONpPENIEIICHHOM IOpPS/IKe
(c 3agepxkoit okomo 20 Mcek), OHa
pacripocTpaHsieTcs B HIDKHHE
(hpoHTaATBHBIC O0JIACTH, YTO, BO3MOXKHO,
OTpaXkaeT IOTOK Iepenayn MHGOPMaLUH
B IICPUCHIIBBUEBBIX SI3BIKOBBIX 00JIACTAX B
nporecce JIEKCHYECKOTO JoCTyIa
(Pulvermiiller et al., 2003). Bonee Toro,
Mbl OOHAPYXHIM KOPPEILILHUIO MEXIY
nateHTHOCThr0 HP y uHAauBunyanbHbIX
HCHBITYCMBIX u WHAWBUIYaJIbHBIMU
MOMEHTaMH pacrio3HaBaHus ciioBa (word
recognition points, WRP, cm. Marslen-

C

Wilson, 1987), OTIpeICIICHHBIMU
[IOBEICHYCCKUM MyTeM, 47O
HETIOCPEICTBEHHO YKa3bIBacT Ha
cnocobHocts HP  k  oTpaxkeHuHio

MPOIIECCOB  PACIO3HABAaHMUSA CIOB M Ha
CBSI3b MEXXIY OTHMH JIBYMS SIBICHHSIMH
(Pulvermiiller ef al., 2006).

B pesynbraTe HEmpepbIBHOIO HAKOIIICHUS
JIAaHHBIX TAaKOTO poJia, MAaTTEPH OTKIIHMKOB
paccoriacoBaHys B OTBET Ha JI€BUAHTHBIC
CJIOBECHBIC pa3ApaxuTenn cTan
CUMTATBCS CBOETO pOJAa HHAWKATOPOM,
MOKa3bIBAOIINM WHIUBHyaJIbHbIC
XapaKTEPUCTUKU CJEJOBBIX IIPOLECCOB
NaMATH JUIA 3THX CIOB. JTO, B CBOIO
ouepep, Jiano BO3MOXHOCTb
UCCIEOBaTh CBSI3aHHBIE CO CIOBaMHU
MO3TOBBIE TPOLECCHl 0e3 BIHMSHUS CO
CTOPOHBl MEXAaHU3MOB BHUMAHUS U BHE
3aBHCUMOCTHU OT  CBSI3aHHBIX co
cTUMyJAnued  3ajgad.  JleificTBUTENBHO,
MOCIIEAYIOIINE HCCIEeIOBAHUSA S3BIKOBOH

¢yukuun ¢ nomompio HP  momorium

COCTaBUTb Ooiee HOJIHYIO
MPOCTPAHCTBCHHO-BPEMEHHYIO  KapTHHY
AKTHBALUK MO3ra, MOTEHIUATBHO

CBA3aHHOW C 3aKJIIOYEHHOM B ClIOBax
ceMaHTH4ecKoi nH(popMaIen.

Cemanmuueckue npouveccol

HepBLIC OKCIICPUMCHTbBI, UCIIO0JIb30BABIINEC

HP nns  wu3ydeHuss  ceMaHTUYECKOU
00pabOTKH SA3bIKA MO3TOM, OBLITH CBSI3aHBI
c MOJIEIIBIO, MpeACKa3bIBAIOIICH

COMATOTOIHIO CBSA3aHHBIX C JBIKCHHSIMH
cnoB  (somatotopy of action words,
Pulvermiiller, 1999; 2005). Dra momenb
SIBIISIETCSI YaCThIO o01ero
TEOPETUYECKOr0 HAalpaBJIeHHs, B KOTOPOM
MpeArosaraercs, 4TO clioBa
IpEACTaBJICHLI B HepBHOﬁ CHUCTEME B BHUJIC
crenuuIecKux CIIC/IOB TaMsITH,
CYHIECTBYIOIMX KaK pacHpe/esieHHbIe
ceTu HEWPOHOB. ITocnennue
(dopMHUpYIOTCS. B pe3yJbTare yCHIICHUS
JIBYCTOPOHHHX cBsi3eit MEXKITY
Pa3IMYHBIMHE (B T.4. YAAJICHHBIMU APYT OT
JIpyra) oOnacTsIMH MO3ra IO Mepe TOro,

KaK  HMHOUBHAYYM  IOJIy4aeT  OIBIT
B3aMMOEHCTBUS c JIBHOKEHHSIMH,
00BbeKTaMu u KOHLEIIUAMUA

OOAHOBPEMCHHO C OIIMCBHIBAIOMIMMU UX
cnoamu  (Hebb, 1949; Pulvermiiller,
1999). Takas cBsI3p cClOBAa C €rO
KOHKPETHBIM 3HAYCHUEM SIBIIICTCS
HEOTHEMJICMON YacThIO €ro CEMaHTHUKU
(Frege, 1980). CBsi3aHHBIC C JBIKCHUSIMH
CIIOBA, HarpuMmep, TaKue KaK
ONHUCHIBAIOIIME  JIBUOKEHHS  HIKHUX
KOHEYHOCTEeH «OeXaTh» WM «IIHHATHY,
WIM OTHOCAIIMECS K MOTOPUKE pPYK
«OpaTh» WM «PHCOBATH», MCIOJIB3YIOTCS
1A OIIMCAaHUs JIBI/I)KCHI/lﬁ Teya. Takum
0o0pa3oM, JaHHbIE MOTOPHbBIE JEHCTBHS
SIBIITFOTCS] CYIIHOCTHOM XapaKTEPUCTUKOM
ONHKCHIBAOIIUX WX CJIOB (XOTA BCA
CEMaHTHKa IOCICIHUX, BO3MOXKHO, 3THM
W He ucueprbiBaetcs). Ecnu nexcudeckoe
MPECTABUTEIHLCTBO TaKOro clloBa
MPOSIBISIETCSI B KOPE T'OJIOBHOTO MO3ra B
BUJIE HEUPOHHOM CETH, TO UMEHHO CBSI3U
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MEXAY rpynnamu HEHpPOHOB B
3aJIeiCTBOBAaHHBIX KOPKOBBIX 00JacTsX (B
JAHHOM ciryyae SI3BIKOBBIX u
JIBUTaTEIbHBIX ) u JIOIKHBI
peaIr30BBIBaTh CEeMaHTHYECKHe
B3aMMOOTHOILICHUSI ~ MEXJIY  BHEIIHEH

dbopmoit cloBa U ONMUCHIBAEMBIM KM
nerctBueM. Kak u3BECTHO, MOTOpHas
KOpa OpraHM30BaHa COMATOTOMHYECKH
(Penfield & Rasmussen, 1950), uro B
CBOIO O4epeZb BeIeT K BBIBOAY, YTO
OTHOCSIIMECS K Pa3HbIM 4YacTsIM Teja
CJI0Ba JIOJDKHBI aKTHUBUPOBATb, HApALY C
KJIIaCCUYCCKHUMHU SA3bIKOBBIMU O6J'laCT$1MI/l
KOpBbI, COOTBETCTBYIOIIUEC 4yacTu
MOTOPHOTO HEOKOPTEKCa. JTOT BBIBOJ,
MOJYYMBINUH TIOATBEPXKICHUE B psjie
9KCIIEPUMEHTOB C KapTUPOBaHHEM MO3ra
npu oMot GMPT u B3I, (Hauk et al.,
2004; Hauk & Pulvermiiller, 2004), 6pu1
TaKKe MOJBEPTHYT MIPOBEPKE C MOMOIIBIO
HP. Ilpu 53T0M  HCHOJIB30BAIKCH
pasnmuunable Mertonuku 3amucu HP (O30T,
MDBI') B COBOKYIHOCTH C pPa3HbIMU
S3bIKAMH  CTUMYJAUMHM  (QHIJIMHCKU,
(uHCKMiT).

B stux skcnepumentax (Shtyrov et al.,
2004; Pulvermiiller et al., 2005), xpome
OOBIYHO  HAOJMIOJAEMBIX  HMCTOYHHKOB
AKTMBHOCTH B  BEPXHHUX  BHCOYHBIX
o0yiacTsiX, CIIOBa, OTHOCHUBIIMECS K
JABMKCHUAM JIMAa W PYK, MNPUBOAUIU K
aKTHUBallUu HWXHUX nu HCHTPAJIbHBIX
oOnacteil  (ppOHTAIBHOTO HEOKOPTEKCa,
BKITIOYAS, OYCBUJIHO, KOPKOBOE
MPEJICTABUTEIILCTBO BEPXHEH YacTH Tela.
Bonee TOro, cCiiOBa  CBS3aHHBIE C
JBIDKCHUSIMA ~ HW)KHUX ~ KOHEYHOCTEH
MPUBOJIUIN K JOP3aIbHO-IICHTPAIBHOM

aKTHBAllUM, BO3MOXKHO CBSI3aHHOM C
CCHCOMOTOPHBIM  MIPEICTABUTEIHCTBOM
Hor (puc. 1). DOra cneunduueckas
Jop3aJibHass  aKTHUBalUsA B OTBET Ha

CBA3aHHBIC C JBHWKCHUSIMHU HOI' CJIOBAMHU
nposieisiercst no3anee (~170 mcek), yem
Oomee  narepalbHO  pacHpeleNCHHAs
AKTHBALUs B OTBET HA CIIOBA, CBSI3aHHBIC C
JOBIDKCHHSAMH pyK W Jmna. Takue
[IPOCTPAHCTBEHHO-BPEMCHHBIE

XapaKTePUCTUKU YKa3bIBalOT HA TO, YTO
ucrounuku HP B nepucunbBueBbix
00J1acTAX, BKYIIE C IOYTH OTHOBPEMECHHOM
aKTHBAallMell BHaId OT CUJIBBHEBOM
0OpO31BI, MOTYT OTpa)xarh JOCTYI K
CMBICITy CJIOB B KOpE€ TOJIOBHOI'O MO3ra
yenoBeka.  MUHUMAalbHBIE — 33JIEPIKKU
MEXAY JIOKyCaMH aKTHBHOCTH,
BO3MOJKHO, 00YCJIOBJICHBI PAacCTOSHUEM H
CKOpPOCTBIO  Iepenayu MOTEHIAJIOB
JIEHCTBUSL  MEXIy  3aJeWCTBOBAaHHBIMU
00JacTAMHU KOPBHI.

OTH JaHHBIE YyKa3ald Ha TO, YTO
o0paboTka cemaHTH4YecKol MH(oOpMaLuH,
coJieprKamencs B CBSI3aHHBIX c
IBIDKCHUSIMH ~ CJIOBAaX, HAXOAWUT CBOE
orpaxkerne B HP yxe gepes 140-180 mcex
[OCJIE TOrO, KaK aKyCTHYECKHH CHIHAI
MIO3BOJISIET UACHTU(HUKALUIO CIIOB.
CrenoBaTenbHO, KaK U B PACCMOTPEHHOM
BBIIIE CIIydYae JEKCHYECKOro AOCTyNna M
oTOopa, JOCTYH K CMBICIy CKa3aHHOIO,
OUYEBHJHO SIBIISICTCS PAaHHUM MO3TOBBIM
MIPOLIECCOM, KOTOPBIH TaKXe UMEET MECTO
B pamkax nepBbeix 200 Mcek; TakuM
00pa3oM, MOXKHO CHENaTh BBIBOJ O TOM,
yTo 00a 3TH TIpolecca HPOUCXOIAT
MIPUMEPHO OJHOBPEMEHHO.

He wMeHee wWHTEpecHBI pe3yNbTaThl,
noiayyeHHole B oneitax ¢ HP wu
KOHTEKCTHOM CEMaHTHYECKOMU
uHTerpamueil. B 3THX 3kcnepumeHTax

Lenble TPEeUIOKEHHsT WM KOMOWHAIMH
CJIOB TPENBABISUINCH HCIBITYEMBIM B
MIACCUBHOM IapagurMe paccorIacoOBaHMS;
B TO € BpeMs MX (PU3HKO-aKyCTHUECKHE
CBOWCTBa HAXOJWIHCh TMOJl IKECTKHM
KOHTposieM. HekoTopele  €BHAaHTHBIE
KOMOMHAIMM  BKIIOYaNM B ceds
CEeMaHTUYECKUI KOH(DIHKT MEXIY
CIIOBaMH,  HamojoOue  TpaJAuLMOHHOW
napajiurMbl CEMaHTHYECKUX HapyIICHUH,
00bryHO TpoM3BOZsmIeH OTKIMK N400.
OTH KOHTEKCTHBIC HapyIICHUS Ha YPOBHE
(pas, K YAUBIICHUIO cammx
uccienoBaTenell, OKa3aId BIMSHHE Ha
nuHamuky HP nHa poBombHO paHHel
cranuu (puc. 2), HO B TO K€ caMoe BpeMs
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CHHTaKCcKc

M3ar,
PMHCKWA A3

TpaMMETHHECKAR olmWdEa

-1 meB

BnuaHne BHUMaHWUA

r
233r
aHIT. A3 HapyLLeH1e
. naconeHos
OTENEYeHHnE

Mparmamiecas

KoHTekcTHaa cemMaHTuKa

—— NOAXODRALLMA
KOHTECT

= KOHTEKCTHOS

HeCoanagHue

Puc. 2. HP ¢ omeem Ha npedvasiienue TUHeBUCTUYECKOU UHGOpMayuu
«BbICOKO20 NOpsIOKay: cunmakcudeckas HP npu ucnonvzosanuu
2PAMMAMUYECKU 8EPHBIX U OUUOOYHBIX (Ppa3 (A0anmMuposano u3
Pulvermiiller & Shtyrov, 2003, u Shtyrov et al., 2003), pannuii aemomamuszm
U nOCEOYIOUAs NOOBEPICEHHOCTID NPOYECCAM GHUMAHUSL 6 CUHIMAKCUYECKOU
HP (adanmuposano uz Pulvermiiller & Shtyrov, 2008), HP u konmexcmmo-
cemanmuueckas unmezpayus (adanmuposaro uz Shtyrov & Pulvermiiller,

2007).

HE MPHUBEIH K OTKIIUKY, KOTOPBIH MOXXHO
Obu10 OBl MHTEpIIPEeTHPOBaTh Kak N400. B
OJTHOM M3 3THX PabOT Takas MOAYJISIHMS
HP Obuta obnapykena yxe uepe3 ~115
MCEK I10CJI€ TOTO, KaK CJIOBA MOKHO OBLIO
pa3nuuuTh; OBUIO HalAEHO, 4YTO 3Ta
MOJYJISIUSL OIIOCPEAOBaHA AKTHBHOCTBIO
B BEPXHHUX BHCOYHBIX M HIDKHUX JIOOHBIX
obusactsix nesoro momymapus (Shtyrov &
Pulvermiiller, 2007). B apyroii pa6ote
(Menning et al, 2005), KOHTEKCTHO-
CEeMaHTHYECKHE AHOMAJIMM HAlLIM CBOE
orpaxkenue B HP B pmamazone 150-200
Mmcek. Hamo 3ameruth, dTO 3THU
MOKa3aBIINEe KOHTEKCTHO-CEMAaHTUYECKYIO
HP paGoTbl ObUIO MpOBEEHBI B Pa3HBIX
1abopaTopusix c UCIIOJIb30BaHUEM
pa3iu4HOro 00OpYyIOBaHMS, HPOTOKOJIOB
CTUMYJSIIMK M S3bIKA  CTHMYJIOB
(¢punCKHH, Hemenkuit). B sTmx pabortax
BIICpBBIC 3u MOKA3aHo, 41O
CEMaHTHYECKHE  IPOLECCHl  BBICLIETO
nopsiaKa KOHTEKCTHOH HMHTErpaLiu
YCTHOM pedyd — MOTYyT HPOHUCXOIUTH B
pamkax 200 Mcek mocie MpeabsBICHUS

HEoOXoAUMOH MH(pOpPMAIH, T.€. 3aJ10Jr0
0 paHee wu3BecTHOro Qenomena N400.

Takum obpazom, BMeECTe c
pPAacCMOTPEHHBIMH  BBIIIE  JaHHBIMH
(hoHeTHYEKHX, JICKCUYEKCUX u
CEMaHTHYCKCHX pabor, OHHU
[PEIOCTABILIIOT JOTIOJTHUTEIbHbIC

JOKa3aTe€JibCTBAa B T1IO0JIb3y PAaHHETO U
IMapajyICIIbHOTO JOCTYIIa K Pa3sHbIM THUIIaM

JIMHTBUCTHYECKOH nH(pOpMAaLHH.
JomonmuautensHas — mOOAEpKKA ~ 3TOTO
B3MUIsZIa HAa peveBble MPOIECChl ObLia
TaK)K€ HalgeHa W B ONBITax CoO

3puTenbHON cTUMYyJsiuuer (Sereno et al.,
2003; Penolazzi et al., 2007), noka3aBiux
3¢ bexTh KOHTEKCTHO-CEMaHTUYECKOM
HHTErpallii HA 3PUTEIbHBIE OTKIMKH
MO3ra ¢ JJaTeHTHOCThIO MeHee 200 Mcek.

Cunmakcuueckue npoueccni

Haxomnerr, naBaiite paccMoTpuM
MOCHCIHUI u3 OCHOBHBIX THIIOB
JIMHIBUCTHYECKHUX MIPOIIECCOB,

MIEPEYHCICHHBIX HAMH paHee — 00paboTKy
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MOpQOCHHTaKCUUECKOH HH(pOpMau B
Mo3re denoBeka. Hamm mpoBeaeH psn
OKCIIEPUMEHTOB MO 3TOM  TEeMaTHKe,
pe3ysbTaThl KOTOPBIX TaKkKe HAIIM CBOE
MOATBEPXKIECHHE M B paborax JApyrux
nabopatopuid. J{is obecriedeHus] TOYHOTO
KOHTPOJIA HaZ (HU3HYSCKHUMH CBOHCTBAMH
pasnpaxurenei MBI OIISATh-TAKH
MPENbIABISUIA  MICHTHYHBIE BepOajbHbIC
CTUMYJIBI B Pa3JIMYHOM KOHTEKcTe. B aTHx
9KCIICPUMEHTaX  KPUTHYECKOE  CJIOBO
CIIEOBAJI0 32 KOHTEKCTHBIM CIIOBOM,
KOTOPOMY OHO JH0O COOTBETCTBOBAJIO
I'paMMaTHYCCKU, J'II/I6O HaxXoJuJIoOCb C HUM
B CHHTaKCHYECKOM KOH(IMKTE; 3TO
CTaH/IapTHBIH TOJIXO0] B
HeWpohU3HoIIOTHH CHHTaKcuca
(Osterhout, 1997).  Hcnonp3oBanuck
pazmmuable Metomukn (MOI, 29I u
SI3BIKH CTUMYJISLIAN (puHCKHT,
HEMEIKUW, AaHIJIMACKHUK), OTO  Jaer
BO3MOXKHOCTB JIeNIaTh OOIIIe BHIBOABI, YTO
0cobo BakHO B KkcnepuMenTtax ¢ HP, T.k.
OHHU OOBIYHO UCIIONB3YIOT OrpaHUYEHHBIN
Habop ctumyJoB. IlepBas u3 aTux pador
uMesa J1eJio ¢ HeHpoQH3MOIOrnUeCKUMU
OTKJIMKaMH  Ha  QuHCKHEe  (passbl,
COCTOSIBILIIE M3 MECTOMMEHHMS W IJaroja,

UMCBIIIETO JTUOO BEpHOE B  CBOEM
COPSDKEHMM  OKOHYaHWe (Hamp., «OH
HIIETY, «TBI 1291 (911159 00

PaccoriiacoBaHHOTO C MECTOMMCHUEM B
nune («OH UACIIb», «Thl uaeT»). OaHu u

TE K€ CTUMYJBl HCIOJB30BAINCH B
CHHTaKCHYECKH BEpPHBIX u
arpaMMaTH4ecKuX ¢pazax; TaKuM

o0pazoM, BiusiHUE (QU3MUECKUX (AKTOPOB
OBLIIO yCTpaHEHO.

PesynbraTel  mOKasamu  yBEIMUYCHHUE
ammuutyasl HP B arpammaTuueckux
KOHTeKcTax 1o cpaBHeHuro ¢ HP nHa te xe
CJIOBA, HpeabsIBIsiEMbIC B
rpaMMaTH4eCKy BEepHBIX (hpazax (puc. 2).
[TonoOHbIe pe3ysIbTaThl ObUIN ITOJIyYEHBI B

OKCIICPUMEHTAX €  HCIOJb30BaHHEM
AQHIJIMACKOTO M HEMENKOro  S3bIKOB
(Pulvermiiller & Shtyrov, 2003;
Pulvermiiller &  Assadollahi, 2007).
JlaTeHTHOCT®, B KOTOpOH

PEruCTpUpyrOTCs rpaMMaTH4YecKue
3¢ GeKThI, pa3nuyaeTcs B ITHX paborax,
HO B 1EJIOM OHM ObUIM HaWIeHBl B
npegenax 200 Mcexk 1mocie  IyHKTa
uaeHTH(UKAIMK CJIOBa, a WHOTAA W
3aMeTHO paHbiie — okojgo 100 Mcek
(Pulvermiiller & Shtyrov, 2003; Shtyrov
et al., 2003). Taxxe pa3HATCS U KOPKOBBIC
CTPYKTYpBI, B KOTOPBIX OBUTHM HaWICHBI

HCTOYHHKH CHHTaKCHYCCKOM HP.
MaruuTosHuedansorpaduieckie
pe3yIbTATHI YKa3bIBaIOT Ha

pacupeneneHue OCHOBHBIX HCTOYHHUKOB
9TON aKTUBHOCTH B BEpPXHE-BHCOYHOU
00J1acT KOpbl ¥ Ha BO3MOJXKHOE y4acTHe
HIDKHE-(POHTAJIBHBIX — o0JyiacTeil, Toraa
Kak ombITel ¢ DI ykazanu Ha oOpaTHoe,
CHJIBHYIO aKTHUBAaLMIO JIEBBIX HW)KHE-
(poHTAMBPHBIX ~ OOmacTed  BKyme  CO
CJ1a0bIM y4YacTHEM BHCOYHOW KOpBL OTH
pasnuuus.  MOXHO  OTMETUTh U B
HpensIAyInX padoTax Mo KapTUPOBAHHUIO
CHHTaKCHCa B MO3re€, B KOTOPBHIX 03Ta
(yHKUMS ~ JIOKaNM3yeTcs ~ HMHOTrna B
J'[O6HI)IX, a HHOraza B BHCOYHBIX OOJIAX
(namnp., Kaan & Swaab, 2002; Bornkessel
et al., 2005; Kircher et al., 2005). Takum
00pa3zoM, BO3MOXKHO, YTO B I'PaMMaTHKO-
CHUHTaKCHYECKHE MPOLECCHl BHOCST CBOM
BKJIaJ] pa3iMyHble 00JIaCTH IEPCHUIIbBHEBA
HEOKOpPTEKCa, M YTO WX AaKTUBHOCTb
HaXOJWUT paziaudHoe oTpaxkenue B DOI u
MOT, KOTOpEIE, Kak HM3BECTHO,
OTJIMYAIOTCS MO0 CBOEH YyBCTBUTEIBHOCTH
K pa3IndaHOMY TMIOJIOKEHUIO u
HAIPaBJICHUIO HCTOYHMKOB TOKA B MO3Te.

Hamm JTAaHHEIC ObuTH TaKKe
MTOITBEPIKICHBI pabotamu IPYyTUX
Hccie0BaTeNeH, KOTOpbIE npu
HCTIOJIH30BaHUH CXOXKHX METOZOB
obHapyxwmn crnerupuueckyro HP ¢
nukoM B amamazone 150-200 mcek mpu
MpeAbABICHUN ¢bpaz COJIepIKaIINX
CHUHTAaKCHYEeCKUH  KOHQUMKT  (Hamp.,

Menning et al., 2005; Hasting et al.,
2007).

Pannsas cuntrakcuueckas HP manmommHaet
kommnoHeHT ELAN (Neville et al., 1991;
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Friederici et al, 1993), panee
HpeﬂﬂO)KCHHbIﬁ B Ka4yeCTBEC HHJCKCa
MOCTPOEHHSI MO3IOM  CHHTaKCHYECKOW
cTpyktypsl dpassl (Friederici, 2002). Ota
MHTEpIpETalust  MOJJEPKUBACTCS U
IDaHHeIMH O cuHTakcudeckorn HP. He
MEHee BaXHO TO, UYTO OHH TaKXKe
VKa3bIBalOT HA TO, YTO TaKWe paHHHE
CHHTAKCHYECKHE TIPOLECCHl HE TPeOyIoT
BHUMaHMsi K pedeBoil uHpopmaimu. B
S9TOM IUIAaHE pAaHHAA CHHTAaKCHYecKas
00paboTKa TMpelnCcTaBiseTcs JA0CTAaTOYHO
aBTOMATMYECKUM  TPOIECCOM.  ITOT
aBTOMAaTU3M MPOABJIACTCA JAaXKe B
OIIMCAaHHOM BBIIIE CJIy4Yae HapylIeHUs
COTJIACOBAHUSI MEXKIY NOJJISKAIUM U
CIPSDKEHHEM  CKazyeMoro,  KOTOpoe
ABJISIETCSL OOJIee PECYpPCOEMKHM C TOYKH
3peHUs BBIYHCICHUS 3aBHCHMOCTEH W
IIO3TOMY HECIIOCOOHBIM, KaK CYHTAIIOChH
npexne, K Be3oBy ELAN. bonee mo3aauit
CABUT  TIOJOXHUTENBHOW  IMOJSPHOCTU
(P600), xak oOKa3ajgoCh, IOJHOCTHIO
OTCYTCTBYE€T B TIIaCCUBHOH mapajurme
paccoriacoBaHus, U B CBOI OYepe[b,

BUJIMIMO, OTpa’kaet BTOpPUYHBIE
KOHTPOJIMpYEMBIE (c y4acTHEM
BHUMaHHs) TONBITKM  HHTEpIpETalN

MOCJEI0BATENBHOCTH MOCIE TOro, Kak
MEPBUYHBIA aBTOMATUYECKUN MAPCUHT HE

ymancs (Osterhout & Holcomb, 1992;
Friederici, 2002).

Omcymcmeue GHUMAHUA u
asmomamusm

[pezacraBnsieTcss BIOOJIHE BO3MOXKHBIM,

49TO 00BIYHOE TPEOOBAHUE K HCITBITYEMbIM
COCPEIOTOYUTBECA Ha MPOCMOTpE (HIbMa
WIM YTCHUHM KHUTH BO BpeMs CIIyXOBOIi
CTUMYJIAOUKU HC TapaHTUPYCT IIOJIHOT'O
OTCYTCTBHs BHUMAHUA K pasapaKuTCIIsAM.
OO0bI4HO JieTIaeMbIi u3 TaKuX
9KCIIEPUMEHTOB BBIBOA 00 aBTOMAaTu3Me
M3y4aeMbIX TIPOLECCOB TI0/IPa3yMEBaeT,
YTO  HCIBITYEMbIE CTPOTO  CIIEAYIOT
JaHHOW WHCTPYKUMH, B 4YeM TpPYyIJHO
TOTHOCTRIO yOenuThes. Takum oOpazom,
MIPEANOYTHTEIbHBIM MIPE/ICTABIIACTCS
Oonee CTPOTHI KOHTPOJb Hall YPOBHEM

BHUMaHHS UCIIBITYEMbIX K CTUMYJISALIUK. B
CBSI3M C OTUM HamH OBbLI MPOBEICH
SKCIIEPUMEHT 10 Oojee IoApPOOHOMY
WCCJIEOBAaHUIO  pOJM  BHUMAaHUS B
S3bIKOBOM (pyHKIMK. B HEM MBI CpaBHHIH
Kjnaccudeckyro napagurmy HP ¢ ee
TPAAUIIMOHHO  YMEPEHHBIM  ypPOBHEM
OTBJICYCHUS UCOBITYEMBIX OT CTUMYJISLIN
IIPY TTIOMOIIM POCMOTPa BHACOPHUIBMA H
Oonee TpeOOBaTENBHYIO 3amady Ui
UCTIBITYEMBIX, B KOTOPOH OT HHUX
TpebOBaIOCh HEMPEPHIBHOE BHINOIHEHUE
3aJ1aHuA o knaccudukanuu
AIBTEPHATHBHBIX CIIYXOBBIX CTHUMYJIOB.
PeueBble  cTUMyINIBI  IPOUTPHIBAIHCH
TOJIBKO B IIPaBOE€ yXO, B TO BpeMs Kak
HepeueBble aKyCTUYECKHE Pa3lpakKUTeH,
TpeOoBaBIIME ONIpEJEIeHNs, NOAABAINUCh

B JIEBOE yXO. B OJTHOM u3
OKCIIEPUMEHTATBHBIX 0JIOKOB
UCIIBITYEMbIM OBLIO HEOOXO0IUMO
BHMMATEIBHO  CHIyNIaTh  HEPEYCBYIO

CHUMYJIISILIMIO B JIEBOM CIYXOBOM KaHalle W
Ha)KUMaTh KHOIIKY BCSAKHH pa3, KOT[a TaM
TI1OSABJIAJICA ):[eBI/IaHTH]:Jﬁ CHUTHAJI; B TO K€
caMoe BpeMﬂ, A3BIKOBas CTI/lMyJ'lH]_II/IH
mocTymajga B TpaBoe yxo. B apyrom
OJloKe,  HWCHBITYeMbIM  ObIa  JaHa
HHCTPYKIUS CMOTPETh BHICODWIEM, KaK
B OOJIBIIMHCTBE MPEABIAYIINX paboT, B TO
BpeMsi Kak o00a BuAa  CTHMYJIOB
NPEABSIBISUINCH K&K/l B CBOEM KaHae,
HO 0e3 3aJaHus YAETSITh UM KakKoe-IHOo
BHUMAaHUE. [pu HCIIOIb30BAHUH
CHUHTaKCHYECKUX SI3BIKOBBIX CTHUMYJIOB,
MBI CHOBa HOJ'ly'-II/IJ'II/I FpaMMaTH’{eCKI/Iﬁ
3¢ dexT, T.e. bosiee cuibHbIH OTKIMK HP B
OTBECT Ha I’paMMaTI/I'-IeCKI/I HeBeprIe
COYETaHUS o CpaBHCHUIO C
npaBWiIbHEIME (pasamu. B amamasone
BpemeHn g0 150 wcek He ObIIO
O0HApYXKEHO  JOCTOBEPHBIX  Pa3IUUUiA
MEXY 33Ja4aMd C Pa3IUuHbIM yPOBHEM
oTBIeUeHUs BHUMaHUA (puc. 2). Jlumsb
mo3gHee, mociae 150  mMcex,  MEI
oOHapy uu CTaTUCTHYECKHU
JIOCTOBEPHOE  B3aUMOJICHCTBUE  MEKIY
JKCIIEPUMEHTAILHBIMU (axropamu,
yKa3aBIllee Ha TO, YTO 3TH 00Jice MO3IHUE
ctamuu  00pabOTKH  TpaMMaTHYCCKOW
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uH(popMalMK MO3roM, HaxOAALIME CBOE
nposiinenue B HP, monBepsxeHs! BAMSAHUIO
BHUMaHHUA WU TUIA 3KCIEPUMEHTAIHLHOIO
3amanus. Hama wHTepnperanust TaHHBIX
pe3yJIbTaTOB 3aKII0YAeTCs B BBIBOJE O
HE3aBUCUMOCTH paHHedl uactu HP or
BHUMAHUS U aBTOMAaTH4YEeCKOM XapakTepe

PaHHETO CHUHTAKCHUYECCKOI' O a”HalIn3a
(Pulvermuller et al., 2008).
3akjoueHue: BBIBOJbI H

HEPEIICHHBIC BOIIPOCHI

B macrosmem 0030pe Mbl PaccMOTpEH
MpEANOCHIIIKA K
HeHpo(U3HOIOrNIeCKOMY HCCIIEJOBAHUIO
CaMbIX PaHHMX CTaJUH BOCIPUATHSA SI3bIKA
MO3TOM U TO, KaK JUIs UX OOHapy>KeHHUS U
UCCIICIOBAaHUS ~ MOXKHO  HCIOJIb30BATh
HETaTHBHOCTb paccoryiacoBaHusl.
BaxXHBIMH TIpEeNNOCBUIKAMH JUISI TAKOTO
ucnoabs3oBanus HP Ham npencrasnstorcs
panHuil xapakrep HP, aBTOoMarusm ee
TeHepalyy, BO3MO>KHOCTb 3amnmcu
OTKJIMKOB Ha MHAWBUAYAJIbHBIC A3bIKOBLIC
CTUMYJIbI B IapagurMe paccorjiaCoBaHusA
U yHHMKalbHas XapakTtepuctuka HP kak
OTKJIMKA Ha aKyCTHUYECKHM KOHTPACT, YTO

MIO3BOJISIET OCYIECTBIISTH
JIOTIOJTHUTEIIbHBIN KOHTPOJIb Ha
(uznyeckuMu CBOMCTBAMH
9KCIIEPUMEHTAIBHBIX pa3paxuTeNneH.
Mse1 yBuaenu, kak HP ucnonbs3oBanacs B
MOCJIEIHUE TOABl Al UCCIENOBaHMS
HEPBHBIX  IPOLIECCOB,  CBSI3aHHBIX C
00paboTkoit (hoHOJIOrNYECKOH,

JICKCUYECKOW, CeMaHTU4eCKOW (BKJIIOYast
CCMAHTUKY Ha YPOBHE OTACJIbHBIX CJIOB U
Ha 0oJiee BBHICOKOM YpOBHE KOHTEKCTHOMW
uHTerpauuu (pa3) W CHHTAKCHYECKOU
undopmanmn Mmozrom. HP He Tonbko
O0Hapy)Xmjia YyBCTBUTEIBHOCTh K 3THM
TUIIaM JIMHTBUCTHYECKOH HWH(OpMaum;
Gostee TOrO, OHA OKa3anach MOJE3HOW JUIA
BBIJICTICHUS MO3T'OBBIX KOppEsATOB
JUHTBUCTHYECKOH 00paboTKH W3 0OmmIei
MacChl IMPOIIECCOB, CBS3aHHBIX TAKXE CO

BHUMaHMEM U  CTpaTerHed aHaiu3a
pazapaxuteneidi. He MeHee BaKHBIM
Npe/ACTaBIsIeTCsl TO, 4TO pPaboThl ¢

ucnonp3oBanneM HP nmanm BO3MOXKHOCTH

CTpOro KOHTPOJIMPOBATH CBOMCTBa
pasapakuTenei, MUHUMHU3UPOBAB TaKUM
00pa3oM  BO3MOXXHOCTH  TOTO,  YTO
oOHapykeHHble  3(QQEKTbl  BBI3BaHBI
AKYCTHYECKU WM TMCHUXOJHMHTBUCTHYCCKH
HecOaTaHCHPOBAHHBIMU HabopaMu
CTHMYJIOB.

BaxHO Takke W TO, YTO 3TU PaOOTHI
MPOJWJIA HOBBIA CBET HA BPEMEHHYIO
JIMHAMUKY JIOCTyIa K JMHTBHCTUYECKOM

nHdopManum. B Ppas3IMuHbIX
9KCIIEPUMEHTAX pas3inaHbIe THIIBI
CTHMYJIOB, BKJIFOYast
(horeTnueckre/(hOHOIOTUICCKHE,

JIEKCHYECKHE, CEeMaHTHYECKHUE u
CHHTaKCHYECKHE KOHTPACTBHI,
MmoayimupoBasiu  HP B guanmasone

nmarentHoct 100-200 Mcek mocie TOro,
Kak COOTBETCTBYIOIAS ~ aKyCTHYECKas
nHdopManus CTaHOBWJIACh JOCTyIHA Ha
BXOJIC B CIIyXOBYIO CUCTEMY. JTH JIaHHbIC
HEJIByCMBICIICHHO TOBOPST B  IOJB3Y
NapajulelbHOTO WM TIPHOJIU3UTENEHO
OJTHOBPEMEHHOT'O JIOCTYNa K Pa3IHMYHbIM
TUIIAM JIMHTBUCTHYECKOH HH(pOPMAaLHH,
OBICTPO TMPOMCXOAAIIECIO BCKOPE MOCIE
TOTO, KaK YCIBIIAHHBIC CJOBa MOXKHO
UACHTUPUIHUPOBATE. Takoi JOCTYI OBLI

panee MIPEATI0KEH HEKOTOPBIMHU
TICUXOJIMHTBUCTUYECKIMHU

UCCIICIOBAaHUSIMHA, HO IO CHIO IIOpY
SIBIISLICA PEeaIMETOM OCTPBIX

TEOPETHYECKUX JUCKYCCHUH.

B crpykTypHOM IITaHe, TOJydeHHBIE C
nomompto  HP  pesynpraTel  4eTko
YKa3bIBAIOT Ha CYIIECTBOBaHNE
pacOpeleieHHbIX ~ HEMpOHHBIX  CeTeid,
JeKAIMX B  OCHOBaHMU  00pabOTKH
nocTynawmouied  pedeBoit uHbopmanuu.
Hampumep, ObUl MOKa3aH KOMILICKCHBIN
XapakTep aKTHBAIlMM BEPXHE-BHCOYHBIX H
HIDKHUX JIOOHBIX o0nacreii KOpel B
rporecce BOCIIPUATHS CJIOBA. B
3aBUCHMOCTH oT KOHKPETHBIX
CEeMaHTHYECKUX CBOWCTB NPEIBABIIEMBIX
CJIOB, OHH TIPUBOAAT K aKTHBALMU LIEJIOTO
Habopa oOmacTeil B BHCOYHOW, HIDKHE-
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(poHTAIBLHOM, JaTepalbHO- W JOP30-
(poHTANIBHOI Kope, UHOTI A
pacmpocTpaHsoleicss W B IPaBoe

noxymapue (Pulvermiiller et al., 2004).
[penoctasisiembie HP Bo3aMokHOCTH 151
UCCIICIOBAHUS TaKUX CIIOMHBIX
[POCTPAHCTBEHHO-BPEMCHHBIX
[ATTEPHOB, CBSA3AHHBIX C BOCIIPUATHEM U
MOHUMAHUEM sI3bIKA, OYCBHIHO, IaJIEKO
HE MCUYCPIIAHbI Ha JAHHOM JTarle.

Ilonyuennsie ¢ nomoiupsto HP pesynpraTs!
HM B KOEM Cllydae He OTpHLaioT Oonee

panHue  paboOTBl 1O  OIPEAEICHHIO
HEeWpOopH3HOIIOrHIECKUX apaMeTpoB
JMHTBHCTHYECKHX mpomeccoB. Ckopee,

OHH  MpPUAAIOT  HOBOE  HM3MEpPCHHUE
HEeWpO(U3UOJIOTHH s3bIKA, yKa3blBas Ha
TO, 4YTo Ooyiee TMO3JHUE IIPOLECCH,
Haxo[sIllie CBOE OTpPaKeHWe, Hamp., B
N400, P600 wumu  CHHTAKCHYECKHX
HeratuBHOCTAX (LAN), MoryTt siBIsiThCS
JIOTIOJITHEHHEM W MPOJIOJDKEHUEM PaHHHX
ABTOMATHUECKHX  JTAallOB M TaKUM
o0pa3oM, MOryT OBITh CBSI3aHBI CO
BTOPUYHBIMH YMCTBEHHBIMH HPOLIECCAMH,

3allyCKaeMbIMH PaHHUM JIOCTYIIOM K
JVHTBUCTHYECKUM cJeJaM [aMATH W
3aBUCHUMBIMHU oT BHUMaHUSA u
VHJUBUIYAJIbHBIX CTPATETUH.

VccnenoBanus S3BIKOBBIX MPOIIECCOB C

nomompio HP mmeroT, Tem He MeHee, u
pAl HepelleHHBIX BompocoB. OmHUM H3
HauboJee 4acTo MOJIBEPratoIIUXCsl
KpUTHKE MOMEHTOB TaKOTO IOJX0/a
SIBIIIETCSI KOHTPOJbh HAJ BHUMAaHHEM B
skcnepuMenTax ¢ HP. TpagunuonHsie
naccuBHbele napagurmel HP, B KoTOphIX

OCHOBHOH 3a7aden HCHBITYEMOTO
SBJSIETCSL  IPOCMOTP  (WIIbMa, YTCHUE
KHHUTU NI KOMH]:IOTepHaSI Hrpa, B

JIGIZCTBI/ITCII]:-HOCTI/I HEC MOI'YyT HUCKIIOYHTbH
BO3MOXHOCTb TOI'0, 4YTO PICHBITyeMI:Iﬁ

MOXeET BpeMst oT BpEMEHHU
«IIOJICIYIINBATE»  DKCIIEPUMEHTAJIbHBIC
ctumynbl  (Carlyon, 2004). Tlostomy

OJIHUM W3 HaNpaBiIeHUH JanbHEUIIEro
pPa3BUTHS STHUX WCCICIOBAHUHN SIBIACTCS
IaJIbHENIIIEe YCOBEPIICHCTBOBAHHE

AKCIIEPUMEHTAIILHOTO MIPOTOKOJIA,
KOTOPBIN JOJDKEH TrapaHTHPOBaTh OoJice
HaJEe)KHOE OTBJICUYEHHME BHUMAHHUSA OT
CTUMYJISILIUY. Ilocnennee MOJXKET
BKJIIOYAThL B ce0s OTBIIEKAIOLIUE 3aauM,
npeabsBisieMble B TOM JKe  camou
MOJIAJIbHOCTH, IS pa3zencHus
HE3aBHUCHMBIX OT BHUMAaHHA U IOTOMY
BO3MOKHO aBTOMATHYECKHUX
JUHTBUCTHYECKUX TIPOIECCOB OT TeX,
KOTOpBIE TPeOYIOT AaKTHBHOTO YyYacTHS
nHAnBHAyyMa. Kak yke yKa3pIBaIOCh, MBI
C YCIEXOM HCHOJb30BaIM TaKOU IMOAXO]
JUISL  TIOATBEPXKIEHUS  HE3aBUCHMOCTH
cunrakcuueckor HP or BHMMaHusg Ha ee
caMbIX paHHHX cTanusx. [Ipeacrasnsercs
HEOOXOJUMBIM TIEPEHECTH STOT MOJXOJ
Ha UCCIIEOBaHMSI Pa3JIMYHBIX TUIIOB
JUHTBUCTHYECKON MH(POPMAITHIH.

Hpyrum MOMEHTOM
moaxona
HeOOobBIIIOE
KOTOpO€e
KOHTEKCTE
(moctomHcTBa

KPUTUYECKUM
HP k s3blky  sBisiercs

KOJIMYCCTBO CTUMYJIOB,
MOXHO  HCIIOJIb30BAaTh B
OJIHOTO JKCIIEpPUMEHTA

9TOr0  IMOJXOJa MBI
paccMoTpenu  Bbimie). Majoe  9mcIio
UCTIONIB3YEMBIX paszapaxurenci u
CBSI3aHHAs C 3TUM HEOOXOIMMOCTh HX
MHOTOKPaTHOTO ITOBTOPEHUS IS 3aIlUCH
Ka4yeCTBEHHOI0 BII, 0€e3yCIIOBHO,
HOPUBOAAT K TPYAHOCTSAM B 00OOIICHUH
.]'IIO6I)IX IMOJIYYCHHBIX pPE€3YyJIbTAaTOB Ha BCCh
©CTECTBCHHBIN s3bIKOBOM JaHmmadt. B
JITAHHOM CJIy4ae, HECOMHEHHO IOJIE3HBIMU
OKa3aJHMCh  TOBTOPHBIE  ONBITHI  C
UCIIOJIb30BAaHMEM  PA3JMYHBIX  CIIOB,
SI3BIKOB u SKCTIEPUMEHTAIIBHBIX
YCTAaHOBOK.  BO3MOXHBIM  Oymymm
HalpaBJICHUEM MIPEACTaBISACTCS
YBEIMUCHUE Pa3HOOOpasusi CTUMYJLILNY,
Jenas ee Ooyee pernpe3eHTaTHBHOM 110
OTHOUIEHUIO K €CTECTBEHHOU peun. Takas
CTpaTerusd y»xXeE YCHCIIHO IMPUMEHATIACh K
otaenbHbiM Qonemam (Shestakova et al.,
2004). OgHako, MepeHoc 3TOro MoAxoja
Ha OoJiee CIIOXKHBIE CTUMYJIBI, XOTS ObI Ha
YpOBEHb  CIIOB, TpeOyeT  CTpOroro
KOHTPOJISt HajJ WX (U3UUECKHUMH H, HE
MEHEE Ba)KHO, ICHUXOJIMHIBUCTUYECCKUMHU
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napameTpamu, a TaKKe Hal
BapUATUBHOCTBIO O3THX Mep B IpyIIax
AKCIIEPUMEHTAITBHBIX CTUMYJIOB.
HecomnenHno, Takasi 3agada OKa)KeTCs
HETPUBUAIBHOM JUISL  HMCCIIEIOBATENeH,

JKCJIAOIINX B3ATHCA 3a €€ PCIICHUC.

W, nHakoHenm, MMEET MECTO OYCBHIHBIN
KOH(DJIMKT MEXAy, C OJHOW CTOPOHBI,
TpaauuuoHHOW  uHTepnperanuein  HP,
KOTOpasi CBs3BIBAET €€ C MEXaHU3MaMu
ONpeNeleHus] H3MEHEHHH B CIyXOBOM
CEHCOPHOM  KaHaje U  IpoleccaMu
KpaTKOBPEMEHHON NaMsTH, U, C JIpyrou
CTOpPOHBI, mpupoaoil otkiukoB HP Ha
peueBbie ctumynbl. [locnemaue TpeOyroT
JUIS CBOETO TIOSIBIICHUS HAJIHYHS CIEIIOB

JOJNTOBPEMEHHOW  TaMATH, a  TaKxKe
MPOSIBISIFOT CJIOKHBIE TPOCTPAHCTBEHHO-
BPEMCHHBIE MaTTEpPHBI, 3a49aCTyI0

pacmpocTpaHsiolecss Ha o0macTH 3a
IpeaesaMy CIIyXOBOM KOpBl. DTO MPUBETIO
K IPEAINOJO0KEHNUIO, YTO JIMHIBUCTUYCCKAA
aKTHBaIWs B IIapaJUIrMe PaccOrIacoOBaHMs
SIBIISIETCS OTAEIbHBIM TIPOLIECCOM,
KOTOPBI TPOMCXOAUT B JIOTIOJHEHUE K
KJIACCHYECKOM, CBSI3aHHOM C JETCKIUEH
HM3MEHEHUH HETaTHUBHOCTH
paccorimacoBaHus (Pulvermiiller &
Shtyrov, 2006). Teoperuuecku, MOMKHO
MPEAIONI0KNTh, YTO TAaKUE IIPOIECCH HE
00s13aTenbHO TPeOYIOT 3aTpaTHOI B IJIaHE
JIIUHBI OKCIICPUMECHTA nmapaanurMbl
paccoriacoBaHusi M, BO3MOXXHO, MOTYT
OBITH 3aperucTpUpoOBaHbl U B JIPYTHX
9KCIEPUMEHTANIBHBIX YCIOBHSX. TakuM

o0pazom, JajbHeHIee H3yYCHUC
IKCIICPUMCHTATBHBIX YCIIOBHIA,
HEOOXOIUMEBIX JUTSE HaJIeKHOM
perucrpanuu aKTHBAIINH

JOJTOBPEMEHHBIX CIIEJIOB MAMSTH B MO3Te
B OTCYTCTBHUE BHUMAHHS M IPU CTPOrOM
KOHTPOJIE HaJ IapaMeTpaMu CTUMYJIOB,
MOXET He TOJbKO TMpPOJUTH CBET Ha
JeXalue B MX OCHOBE MPOLECCHl, HO U
MPUBECTH K MOSIBICHUIO YIYYIICHHBIX
9KCMEPUMEHTAIBHBIX ~ MapagurM IS
UCCIICI0BaHUS MO3TOBBIX OCHOB
SI3BIKOBOM (DYHKIMU YEJIOBEKA.

Cnucok JurepaTypsbl

Alho, K. (1992) Selective attention in auditory
processing as reflected by event-related brain
potentials. Psychophysiology, 29, 247-263.

Alho, K. (1995) Cerebral generators of mismatch
negativity (MMN) and its magnetic counterpart
(MMNm) elicited by sound changes. Ear Hear, 16,
38-51.

Bentin, S., Mouchetant-Rostaing, Y., Giard, M.H.,
Echallier, JF. & Pernier, J. (1999) ERP
manifestations of processing printed words at
different psycholinguistic levels: time course and
scalp distribution. J Cogn Neurosci, 11, 235-260.

Bonte, M.L., Mitterer, H., Zellagui, N., Poelmans, H.
& Blomert, L. (2005) Auditory cortical tuning to
statistical ~ regularities in  phonology.  Clin
Neurophysiol, 116, 2765-2774.

Bonte, M.L., Poelmans, H. & Blomert, L. (2007)
Deviant neurophysiological responses to
phonological regularities in speech in dyslexic
children. Neuropsychologia, 45, 1427-1437.

Bornkessel, 1., Zysset, S., Friederici, A.D., von
Cramon, D.Y. & Schlesewsky, M. (2005) Who did
what to whom? The neural basis of argument
hierarchies  during language comprehension.
Neuroimage, 26, 221-233.

Carlyon, R.P. (2004) How the brain separates
sounds. Trends Cogn Sci, 8, 465-471.

Cheour, M., Alho, K., Ceponiene, R., Reinikainen,
K., Sainio, K., Pohjavuori, M., Aaltonen, O. &
Nadtanen, R. (1998) Maturation of mismatch
negativity in infants. Int J Psychophysiol, 29, 217-
226.

Colin, C., Radeau, M., Soquet, A. & Deltenre, P.
(2004) Generalization of the generation of an MMN
by illusory McGurk percepts: voiceless consonants.
Clin Neurophysiol, 115, 1989-2000.

Colin, C., Radeau, M., Soquet, A., Demolin, D.,
Colin, F. & Deltenre, P. (2002) Mismatch negativity
evoked by the McGurk-MacDonald effect: a
phonetic representation within short-term memory.
Clin Neurophysiol, 113, 495-506.

Dehaene-Lambertz, G. (1997) Electrophysiological
correlates of categorical phoneme perception in
adults. Neuroreport, 8,919-924.

Dehaene-Lambertz, G., Dupoux, E. & Gout, A.
(2000) Electrophysiological correlates of
phonological processing: a cross-linguistic study. J
Cogn Neurosci, 12, 635-647.

196 |



PAHHME 9TAIIbI OBPABOTKH PEYN MO3I'OM

10.1O. ITeIpOB
YEJIOBEKA

@. [Tyndepmromnep

Dell, G.S. (1986) A spreading-activation theory of
retreival in sentence production. Psychological
Review, 93, 283-321.

Diesch, E., Biermann, S. & Luce, T. (1998) The
magnetic mismatch field elicited by words and
phonological non-words. Neuroreport, 9, 455-460.

Embick, D., Hackl, M., Schaeffer, J., Kelepir, M. &
Marantz, A. (2001) A magnetoencephalographic
component whose latency reflects lexical frequency.
Brain Res Cogn Brain Res, 10, 345-348.

Endrass, T., Mohr, B. & Pulvermiiller, F. (2004)
Enhanced mismatch negativity brain response after
binaural word presentation. Eur J Neurosci, 19,
1653-1660.

Escera, C., Alho, K., Winkler, I. & Néétdnen, R.
(1998) Neural mechanisms of involuntary attention
to acoustic novelty and change. Journal of Cognitive
Neuroscience, 10, 590-604.

Fodor, J.A. (1983) The modulatity of mind. MIT
Press, Cambridge, MA.

Frege, G. (1980) Uber Sinn und Bedeutung (first
published in 1892). In Patzig, G. (ed.) Funktion,
Begriff, Bedeutung. Huber, Géttingen, pp. 25-50.

Friederici, A. (2002) Towards a neural basis of
auditory sentence processing. Trends in Cognitive
Sciences, 6, 78-84.

Friederici, A.D., Pfeifer, E. & Hahne, A. (1993)
Event-related brain potentials during natural speech
processing: effects of semantic, morphological and
syntactic violations. Cognitive Brain Research, 1,
183-192.

Friederici, A.D., Wang, Y., Herrmann, C.S., Maess,
B. & Oertel, U. (2000) Localization of early
syntactic processes in frontal and temporal cortical
areas: a magnetoencephalographic study. Human
Brain Mapping, 11, 1-11.

Fromkin, V.A. (1973) Introduction. In Fromkin,
V.A. (ed.) Speech errors as linguistic evidence.
Mouton, The Hague, Paris, pp. 11-45.

Garrett, M. (1980) Levels of processing in sentence
production. In Butterworth, B. (ed.) Language
Production I. Academic Press, London, pp. 177-220.

Garrett, M. (1984) The organization of processing
structures for language production. In Caplan, D.,
Lecours, A.R., Smith, A. (eds.) Biological
perspectives on language. MIT Press, Cambridge,
MA, pp. 172-193.

Garrod, S. & Pickering, M.J. (2004) Why is
conversation so easy? Trends Cogn Sci, 8, 8-11.

Gunter, T.C., Friederici, A.D. & Schriefers, H.
(2000) Syntactic gender and semantic expectancy:
ERPs reveal early autonomy and late interaction. J
Cogn Neurosci, 12, 556-568.

Hasting AS, Kotz SA, Friederici AD. (2007) Setting
the stage for automatic syntax processing: the
mismatch negativity as an indicator of syntactic
priming. J Cogn Neurosci, 19, 386-400.

Hauk, O., Johnsrude, 1. & Pulvermiiller, F. (2004)
Somatotopic representation of action words in
human motor and premotor cortex. Neuron, 41, 301-
307.

Hauk, O. &  Pulvermiiller, F. (2004)
Neurophysiological distinction of action words in the
fronto-central cortex. Hum Brain Mapp, 21, 191-
201.

Hebb, D.O. (1949) The organization of behavior. A
neuropsychological theory. John Wiley, New York.

Honbolygo, F., Csepe, V. & Rago, A. (2004)
Suprasegmental speech cues are automatically
processed by the human brain: a mismatch negativity
study. Neurosci Lett, 363, 84-88.

Jacobsen, T., Horvath, J., Schroger, E., Lattner, S.,
Widmann, A. & Winkler, I. (2004) Pre-attentive
auditory processing of lexicality. Brain Lang, 88, 54-
67.

Kaan, E. & Swaab, T.Y. (2002) The brain circuitry
of syntactic comprehension. Trends Cogn Sci, 6,
350-356.

Kircher, T.T., Oh, T.M., Brammer, M.J. & McGuire,
P.K. (2005) Neural correlates of syntax production in
schizophrenia. Br J Psychiatry, 186, 209-214.

Korpilahti, P., Krause, C.M., Holopainen, 1. & Lang,
AH. (2001) Early and late mismatch negativity
elicited by words and speech-like stimuli in children.
Brain Lang, 76, 332-339.

Korth, M. & Nguyen, N.X. (1997) The effect of
stimulus size on human cortical potentials evoked by
chromatic patterns. Vision Research, 37, 649-657.

Krumbholz, K., Patterson, R.D., Seither-Preisler, A.,
Lammertmann, C. & Lutkenhoner, B. (2003)
Neuromagnetic evidence for a pitch processing
center in Heschl's gyrus. Cereb Cortex, 13, 765-772.

Kujala, A., Alho, K., Valle, S., Sivonen, P.,
Ilmoniemi, R.J., Alku, P. & Néitdnen, R. (2002)
Context modulates processing of speech sounds in
the right auditory cortex of human subjects. Neurosci
Lett, 331, 91-94.

Kutas, M. & Hillyard, S.A. (1980) Reading senseless
sentences:  brain  potentials reflect semantic
incongruity. Science, 207, 203-205.

Levelt, W.J.M., Roelofs, A. & Meyer, A.S. (1999) A
theory of lexical access in speech production.
Behavioral and Brain Sciences, 22, 1-75.

Lutkenhoner, B., Krumbholz, K., Lammertmann, C.,
Seither-Preisler, A., Steinstrater, O. & Patterson,
R.D. (2003) Localization of primary auditory cortex




IO.1O. IITeIpOB
YEJOBEKA

@. Ilyndepmromep

PAHHME 3TAIIbI OGPABOTKH PEYN MO3I'OM

in humans by
Neuroimage, 18, 58-66.

MacKay, D.G. (1987) The organization of
perception and action. A theory of language and
other cognitive skills. Springer-Verlag, New York.

magnetoencephalography.

Marslen-Wilson, W. (1973) Linguistic structure and
speech shadowing at very short latencies. Nature,
244, 522-523.

Marslen-Wilson, W. & Tyler, LK. (1975)
Processing structure of sentence perception. Nature,
257, 784-786.

Marslen-Wilson, W.D. (1985) Speech shadowing
and speech comprehension. Speech Communication,
4, 55-74.

Marslen-Wilson, W.D. (1987) Functional parallelism
in spoken word-recognition. Cognition, 25, 71-102.

Menning, H., Zwitserlood, P., Schoning, S., Hihn,
H., Bolte, J., Dobel, C., Mathiak, K. & Lutkenhoner,
B. (2005) Pre-attentive detection of syntactic and
semantic errors. Neuroreport, 16, 77-80.

Mohr, B. & Pulvermiiller, F. (2002) Redundancy
gains and costs in cognitive processing: effects of
short stimulus onset asynchronies. Journal of
Experimental Psychology: Learning, Memory and
Cognition, 28, 1200-1223.

Morton, J. (1969) The interaction of information in
word recognition. Psychological Review, 76, 165-
178.

Moss, H.E., McCormick, S.F. & Tyler, L. (1997)
The time course of activation of semantic
information during spoken word recognition.
Language and Cognitive Processes, 12, 695-731.

Miinte, T.F., Schiltz, K. & Kutas, M. (1998) When
temporal terms belie conceptual order. Nature, 395,
71-73.

Nadtanen, R. (1995) The mismatch negativity: a
powerful tool for cognitive neuroscience. Ear Hear,
16, 6-18.

Nédténen, R. (2000) Mismatch negativity (MMN):
perspectives for application. Int J Psychophysiol, 37,
3-10.

Néidtédnen, R. (2001) The perception of speech
sounds by the human brain as reflected by the
mismatch negativity (MMN) and its magnetic
equivalent (MMNm). Psychophysiology, 38, 1-21.

Naatdnen, R. & Alho, K. (1995) Mismatch
negativity--a unique measure of sensory processing
in audition. Int J Neurosci, 80, 317-337.

Naaténen, R., Lehtokoski, A., Lennes, M., Cheour,
M., Huotilainen, M., Iivonen, A., Vainio, M., Alku,
P., Ilmoniemi, R.J., Luuk, A., Allik, J., Sinkkonen, J.
& Alho, K. (1997) Language-specific phoneme

representations revealed by electric and magnetic
brain responses. Nature, 385, 432-434.

Néitinen, R. & Picton, T. (1987) The N1 wave of
the human electric and magnetic response to sound:
a review and an analysis of the component structure.
Psychophysiology, 24, 375-425.

Naéétinen, R., Tervaniemi, M., Sussman, E.,
Paavilainen, P. & Winkler, 1. (2001) 'Primitive
intelligence' in the auditory cortex. Trends in
Neurosciences, 24, 283-288.

Neville, H., Nicol, J.L., Barss, A., Forster, K.I. &
Garrett, M.F. (1991) Syntactically based sentence
processing classes: evidence from event-related brain
potentials. Journal of Cognitive Neuroscience, 3,
151-165.

Norris, D., McQueen, JM. & Cutler, A. (2000)
Merging information in speech recognition:
Feedback is never necessary. Behavioral and Brain
Sciences, 23, 299-370.

Obleser, J., Lahiri, A. & Eulitz, C. (2004) Magnetic
brain response mirrors extraction of phonological
features from spoken vowels. J Cogn Neurosci, 16,
31-39.

Osterhout, L. (1997) On the brain response to
syntactic anomalies: manipulations of word position
and word class reveal individual differences. Brain
Lang, 59, 494-522.

Osterhout, L. & Hagoort, P. (1999) A superficial
resemblance does not necessarily mean you are part
of the family: Counterarguments to Coulson, King
and Kutas (1998) in the P600/SPS-P300 debate.
Language and Cognitive Processes, 14, 1-14.

Osterhout, L. & Holcomb, P.J. (1992) Event-related
brain potentials elicited by syntactic anomaly.
Journal of Memory and Language, 31, 785-806.

Osterhout, L., McLaughlin, J. & Bersick, M. (1997)
Event-related brain potentials and human language.
Trends in Cognitive Sciences, 1,203-209.

Osterhout, L. & Swinney, D.A. (1993) On the
temporal course of gap-filling during comprehension
of verbal passives. Journal of Psycholinguistic
Research, 22, 273-286.

Paavilainen, P., Alho, K., Reinikainen, K., Sams, M.
& Néiténen, R. (1991) Right hemisphere dominance
of different mismatch negativities.
Electroencephalogr Clin Neurophysiol, 718, 466-479.

Penfield, W. & Rasmussen, T. (1950) The cerebral
cortex of man. Macmillan, New York.

Penolazzi, B., Hauk, O. & Pulvermiiller, F. (2007)
Early semantic context integration and lexical access
as revealed by event-related brain potentials. Biol
Psychol, 74, 374-388.

198 |



PAHHME 9TAIIbI OBPABOTKH PEYN MO3I'OM

10.1O. ITeIpOB
YEJIOBEKA

@. [Tyndepmromnep

Pettigrew, C.M., Murdoch, B.E., Ponton, C.W.,
Finnigan, S., Alku, P., Kei, J., Sockalingam, R. &
Chenery, H.J. (2004) Automatic auditory processing
of English words as indexed by the mismatch
negativity, using a multiple deviant paradigm. Ear
Hear, 25, 284-301.

Pickering, M.J. & Garrod, S. (2004) Toward a
mechanistic psychology of dialogue. Behav Brain
Sci, 27, 169-190; discussion 190-226.

Picton, T. & Hillyard, S. (1974) Human auditory
evoked potentials: 1I. Effects of attention.
Electroencephalogr Clin Neurophysiol, 36, 191-200.

Poeppel, D., Yellin, E., Phillips, C., Roberts, T.P.,
Rowley, H.A., Wexler, K. & Marantz, A. (1996)
Task-induced asymmetry of the auditory evoked
M100 neuromagnetic field elicited by speech sounds.
Brain Res Cogn Brain Res, 4,231-242.

Pulvermiiller, F. (1999) Words in the brain's
language. Behavioral and Brain Sciences, 22, 253-
336.

Pulvermiiller, F. (2001) Brain reflections of words
and their meaning. Trends in Cognitive Sciences, 5,
517-524.

Pulvermiiller, F. (2005) Brain mechanisms linking
language and action. Nat Rev Neurosci, 6, 576-582.

Pulvermiiller, F. & Assadollahi, R. (2007) Grammar
or serial order?: discrete combinatorial brain
mechanisms reflected by the syntactic mismatch
negativity. J Cogn Neurosci, 19, 971-980.

Pulvermiiller, F., Kujala, T., Shtyrov, Y., Simola, J.,
Tiitinen, H., Alku, P., Alho, K., Martinkauppi, S.,
Ilmoniemi, R.J. & Naitinen, R. (2001) Memory
traces for words as revealed by the mismatch
negativity. Neuroimage, 14, 607-616.

Pulvermiiller, F. & Shtyrov, Y. (2003) Automatic
processing of grammar in the human brain as
revealed by the mismatch negativity. Neuroimage,
20, 159-172.

Pulvermiiller, F. & Shtyrov, Y. (2006) Language
outside the focus of attention: the mismatch
negativity as a tool for studying higher cognitive
processes. Prog Neurobiol, 79, 49-71.

Pulvermuller, F., Shtyrov, Y., Hasting, A.S. &
Carlyon, R.P. (2008) Syntax as a reflex:
neurophysiological evidence for early automaticity
of grammatical processing. Brain Lang, 104, 244-
253.

Pulvermiiller, F., Shtyrov, Y. & Ilmoniemi, R.
(2003) Spatiotemporal dynamics of neural language
processing: an MEG study using minimum-norm
current estimates. Neuroimage, 20, 1020-1025.

Pulvermiiller, F., Shtyrov, Y. & Ilmoniemi, R.
(2005) Brain signatures of meaning access in action
word recognition. J Cogn Neurosci, 17, 884-892.

Pulvermiiller, F., Shtyrov, Y., Ilmoniemi, R.J. &
Marslen-Wilson, W.D. (2006) Tracking speech
comprehension in space and time. Neuroimage, 31,
1297-1305.

Pulvermiiller, F., Shtyrov, Y., Kujala, T. &
Naitanen, R. (2004) Word-specific cortical activity
as revealed by the mismatch negativity.

Psychophysiology, 41, 106-112.

Pylkkanen, L., Stringfellow, A. & Marantz, A.
(2002) Neuromagnetic evidence for the timing of
lexical activation: an MEG component sensitive to
phonotactic probability but not to neighborhood
density. Brain Lang, 81, 666-678.

Rastle, K., Davis, M.H., Marslen-Wilson, W.D. &
Tyler, LK. (2000) Morphological and semantic
effects in visual word recognition: a time-course
study. Language and Cognitive Processes, 15, 507-
537.

Schroger, E. (1996) On detection of auditory
diviations: a pre-attentive activation model.
Psychophysiology, 34, 245-257.

Sereno, S.C., Brewer, C.C. & O'Donnell, P.J. (2003)
Context effects in word recognition: evidence for
early interactive processing. Psychol Sci, 14, 328-
333.

Sereno, S.C. & Rayner, K. (2003) Measuring word
recognition in reading: eye movements and event-
related potentials. Trends Cogn Sci, 7, 489-493.

Shestakova, A., Brattico, E., Soloviev, A.,
Klucharev, V. & Huotilainen, M. (2004) Orderly
cortical representation of vowel categories presented
by multiple exemplars. Brain Res Cogn Brain Res,
21, 342-350.

Shtyrov, Y., Hauk, O. & Pulvermiiller, F. (2004)
Distributed neuronal networks for encoding
category-specific ~ semantic  information:  the
mismatch negativity to action words. Eur J Neurosci,
19, 1083-1092.

Shtyrov, Y., Kujala, T., Ahveninen, J., Tervaniemi,
M., Alku, P., [lmoniemi, R.J. & Naétédnen, R. (1998)
Background acoustic noise and the hemispheric
lateralization of speech processing in the human
brain: magnetic mismatch negativity study. Neurosci
Lett, 251, 141-144.

Shtyrov, Y., Kujala, T., Palva, S., Ilmoniemi, R.J. &
Naétanen, R. (2000) Discrimination of speech and of
complex nonspeech sounds of different temporal
structure in the left and right cerebral hemispheres.
Neuroimage, 12, 657-663.

Shtyrov, Y., Pihko, E. & Pulvermiiller, F. (2005)
Determinants of dominance: is language laterality
explained by physical or linguistic features of
speech? Neuroimage, 27, 37-47.




IO.1O. IITeIpOB
YEJOBEKA

@. [Tyndepmromiep

PAHHME 3TAIIbI OGPABOTKH PEYN MO3I'OM

Shtyrov, Y. & Pulvermiiller, F. (2002)
Neurophysiological evidence of memory traces for
words in the human brain. Neuroreport, 13, 521-525.

Shtyrov, Y. & Pulvermiiller, F. (2007) Early MEG
activation dynamics in the left temporal and inferior
frontal cortex reflect semantic context integration. J
Cogn Neurosci, 19, 1633-1642.

Shtyrov, Y., Pulvermiiller, F., Né&itdnen, R. &
Ilmoniemi, R.J. (2003) Grammar processing outside
the focus of attention: an MEG study. J Cogn
Neurosci, 15, 1195-1206.

Sittiprapaporn, Ww., Chindaduangratn, C.,
Tervaniemi, M. & Khotchabhakdi, N. (2003)
Preattentive processing of lexical tone perception by
the human brain as indexed by the mismatch
negativity paradigm. Ann N Y Acad Sci, 999, 199-
203.

Stockall, L., Stringfellow, A. & Marantz, A. (2004)
The precise time course of lexical activation: MEG
measurements of the effects of frequency,
probability, and density in lexical decision. Brain
Lang, 90, 88-94.

Tiitinen, H., May, P. & Naétidnen, R. (1997) The
transient 40-Hz response, mismatch negativity, and
attentional ~ processes  in  humans. Prog
Neuropsychopharmacol Biol Psychiatry, 21, 751-
771.

Tiitinen, H., May, P., Reinikainen, K. & Naiténen,
R. (1994) Attentive novelty detection in humans is
governed by pre-attentive sensory memory. Nature,
372, 90-92.

Tyler, L., Moss, H.E., Galpin, A. & Voice, J.K.
(2002) Activating meaning in time: The role of
imageability and form-class. Language and
Cognitive Processes, 17, 471-502.

Weber, C., Hahne, A., Friedrich, M. & Friederici,
A.D. (2004) Discrimination of word stress in early
infant perception: electrophysiological evidence.
Brain Res Cogn Brain Res, 18, 149-161.

Winkler, 1., Kujala, T., Tiitinen, H., Sivonen, P.,
Alku, P., Lehtokoski, A., Czigler, 1., Csepe, V.,
Ilmoniemi, R.J. & Naitinen, R. (1999) Brain
responses reveal the learning of foreign language
phonemes. Psychophysiology, 36, 638-642.

Woods, D.L., Alho, K. & Algazi, A. (1993a)
Intermodal  selective  attention: evidence for
processing  in  tonotopic  auditory  fields.
Psychophysiology, 30, 287-295.

Woods, D.L., Knight, R.T. & Scabini, D. (1993b)
Anatomical substrates of auditory selective attention:
behavioral and electrophysiological effects of
posterior association cortex lesions. Brain Res Cogn
Brain Res, 1, 227-240.

Yamasaki, H., LaBar, K.S. & McCarthy, G. (2002)
Dissociable prefrontal brain systems for attention
and emotion. Proc Natl Acad Sci USA, 99, 11447-
11451.

Yantis, S., Schwarzbach, J., Serences, J.T., Carlson,
R.L., Steinmetz, M.A., Pekar, J.J. & Courtney, S.M.
(2002) Transient neural activity in human parietal
cortex during spatial attention shifts. Nature
Neuroscience, 5, 995-1002.

Zwitserlood, P. (1989) The locus of the effects of
sentential-semantic ~ context in  spoken-word
processing. Cognition, 32, 25-64.




