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B.JI. JYHUH-BAPKOBCKHI
OT1aen HelponMH(OPMaTUKK, LIEHTP ONTUKO-HEPOHHbLIX TEXHOMOTUIA,
HNW crucTeMHbIX nccnepoBaHuii PAH, Mocksa
E-mail: wldb@niisi.ras.ru

TEOPUA MO3KEUKA

AHHOTALUA

MpuBeAeH aHANUTUYECKMIA 0630p AaHHbIX O HEPOHHbIX OMepaLmMsX B MO3XKeY-
Ke. ATU onepauy 0CHOBaHbI Ha POIN KNETOK HUXHUX ONMB (IMaHHBIX KNETOK),
[AIOLLMX NMaHHbIE BOMOKHA Ha KNeTKax MypKMHbE MOKEUKa, B PaboTe MO3KeEY-
Ka. COBOKYMHOCTb MOP(ONOrMYECKMX, (PU3MONOTNYECKMX U MOLENbHBIX JaHHbIX,
MOMyYeHHbIX NOCMe MOSBEHUS TUMNOTe3bl 06yyYeHUs B Moxeuke (Marr, 1969),
CBMAETENbCTBYET O TOM, YTO 3Ta FMMOTE3a B LiE/IOM BepHa, HO AeTanu paboTbl
HelipOHOB MO3Xeuka CW/IbHO OT/INYAtOTCA OT MepBOHaYasIbHbIX MAei. Kak Hann-
yme, Tak 1 OTCYTCTBME UMMYbCALMMN NIMAHHON KIETKY SABNSKOTCSA CUrHaNaMu 4s
MOAM(MKALIMM CUHANCOB NapasienbHbIX BOOKOH Ha KneTkax MypKuHbe, KoTopast
3aBMCUT TaKXKe OT aKTUBHOCTW MPECUHANTUYECKMX BO/IOKOH. XpaHeHne NHGop-
Mauyu peann3yeTcs Kak afanTvBHas annpoKCMMaLys 3HaYeHWiA 3anoM1uHaeMoi
(YHKUMN KOMBUHALMSMW BENYMH aKTUBHOCTU 3EPHUCTLIX KNETOK. 3arommHa-
toLLas EMKOCTb CUCTEMbI ONPEeSenseTcs KOMMYeCTBOM Y4YacTBYHOLLMX B ee paboTe
MOAM(MLMPYEMbIX CUHAMNCOB. 3arnoMyHatoLLye COCOBHOCTM KNeToK MypKuHbe,
yNpaBnseMbIX OfHOW NMaHHOW KNETKOM, CyMMMUPYHOTCS. 3aK/o4aeTcsl, UTo Ceid-
yac yxxe C/IOKIACH KOMMIEKC OCHOBHbIX NMPEeACTaBNeHMIA 0 TOM, KaK W UTO fenaeT
MO3XKEYOK, ¥ aKTyaslbHbl UCCNEA0BaHMA N0 AeTanu3auyn 3Tux NpeacTaBneHuA.
HacToswmii 0630p [ONONHSET HOBLIMM AaHHLIMMW CTaTbto (LyHVH-BapKOBCKHA,
Mognaguunkosa, 2002).
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B. 1. AYHVH-EAPKOBCKWIA

W. L DUNIN-BARKOWSKI
Department of Neuroinformatics, Center for Optical Neural Technologies,
Scientific Research Institute for System Analysis,
Russian Academy of Sciences, Moscow
E-mail: wldb@hniisi.ras.ru

THEORY OF CEREBELLUM
Abstract

A survey of the data on neural operations in the cerebellum is given. These
operations are based on a role of climbing fiber cells (neurons of inferior olives),
in functions of the cerebellum. It is shown that the whole set of morphological,
physiological, and model data obtained after publicizing of the cerebellar learning
theory (Marr, 1969) proves that the theory is correct in its basic principles,
although many details of the work of cerebellar neurons much differ from
initial ideas. Impulses of a climbing fiber cell as well as absence of impulses
serve as signals for modification of synapses of parallel fibers on Purkinje cells.
The synaptic changes also depend on activity of presynaptic fibers. Information
storage in the cerebellum is implemented as adaptive approximation of (real-
valued non-negative) stored functions with combinations of activity of granule
cells. The storage capacity of the system is determined by a number of modifiable
synapses in the system. Storage capacities of different Purkinje cells controlled
with a single climbing fiber cell are additive. A formulation of a problem
for physiological experiments of analysis of work of pairs of Purkinje cells
controlled with a single climbing fiber cell, and first results of such experiments
are described. It is concluded that the skeleton of principles of how the cerebellum
works and what it does is established now and studying the details of these
mechanisms are on agenda. The present survey is an updated version of (JyHVH-
Bapkosckuii, Mognaaurkosa, 2002).

BBenenne

O6LLen3BECTHA YAMBUTENbHAS OAHOPOAHOCTb M PEryNSPHOCTb MO3XKeYKa — CTPYK-
Typbl MO3ra, OTBETCTBEHHOW 3a KOOPAMHALMIO ABWKEHWUIA 1 [BUraTe/lbHOE 00Y-

YeHMe, YTO MPUB/EKA/IO K ero UCCMeA0BaHUAM MPUCTabHOE BHUMAHME YUYeHbIX

pasHbIX cneynanbHOCTER. bnarogaps aToMy [eTanv HepOHHOW OpraHM3aumn

MO3XeUKa M3yuyeHbl Ha CTPYKTYPHOM, (DYHKLMOHa/IbHOM W BbIYMCIUTENIbHOM

YPOBHSAX, MO-BUAVMOMY, Nyulle, YeM XapaKTEPUCTUKN APYrUX OTAENOB MO3ra.

W, XOTa [0 CMX NOP HeT OOLLENPUHSATON JOMUHMPYHOLLEN KOHLENLMN TOTO, Kak

paboTaeT MO3XKEUOK, e KOHTYPbl NOCTEMEHHO MPOSICHAKOTCA.
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Kparkasi cBOIKa JaHHBIX 0 HEliPOHHOI OpraHu3aluu
MO3Ke4Ka

Mo3sxeuok — 3710 10% macchl mo3sra 1 oT 50% no 90% o6Luero uncna Heps-
HbIX KNETOK (KOrfia He OroBOPeHO NMPOTMBHOE, PeYb MAET O MO3XKEUKE Ye0BEKA).
LleHTpanbHOW B MOKeUKe beccrnopHo sBnseTcs Knetka MypkuHbe (KIM), — ove-
BMAHO caMasl KpacuBas K/eTKa B HEPBHOIM CUCTEME MO3BOHOYHbLIX (puc. 1). Hu
OflHa KHWra 0 HepBHbIX K/eTKax He 06xoauTcs 6e3 ee «nopTpeTta». JeHaputsl
KM (obwasn gnvHa — okono 10 MM, CpefiHee pacCTosHWE [0 Tena KNeTKW OKOJo
400 MKM) paBHOMEPHO YMakoBaHbl B napannenenunes («I1cTok») ¢ pasmepamu
(500 MKM) x (500 MKM) x (10 MKM). KT pacnonoxeHbl B KOPe MOKeUKa B OfWH
CMION N UX AEHLPUTHBIE «UCTKN» napannenbHbl apyr apyry. Ha kaxgyto K
[enCcTByeT upe3BblyaiitHo MHOro (40 500 TbIC.) CMHANCOB OT 3ePHUCTbLIX KNETOK,
No/yyaroLLMX BXObl OT MLUMCTLIX BONOKOH (Ito, 1984, 2001, 2006, 2008).

Puc. 1. Knetka INypKnHbe MO3XeuKa KpbICbl B OMNbITE M0 UCCef0BaHNIO ee
3NEKTPUYECKMX PeakUMii N AMHAMUKMA BHYTPUKIETOYHOIO KabLys. Tem-
Has nonoca, NOAX0AALLAA CreBa K Teny KNeTKN — 3TO0 3/1eKTpos, obecne-
YMBAIOLLMIA PEXXMM (hMKCaLmmn NoTeHupana Beeil kneTkn (hoto 13 paboTbl
(Artinian, Finch, 2003))
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B. 1. AYHVH-EAPKOBCKWIA

AKCOHbI 3ePHUCTbIX KNETOK Ha3bIBAOTCS NapannenbHbiMu BonokHamu (MB).
OHM NpakTUYeckn napannenbHbl Apyr APYrY U NeprneHavKynspHbl Ma0CKOCTU
fengputos K. AnnHa MB — go 6 MM; Kaxgoe n3 HUX npoHu3sbisaeT go 1000
«mcTKoB» KI1. TomMMMO BXO0B OT 0O/bLIOIO YMcia 3ePHUCTbIX KIETOK Ha
Kaxkayto KIM yepes CNOXHbINA CHHANC 0Ka3biBAeT MOLLHOE BO3AENCTBIE OLUHOY-
HOe BXOfIHOE HepPBHOE BOIOKHO — /IMaHHOe BOMIOKHO (J1B). KneTkn — uctou-
HVKM 3TUX BONIOKOH (NnaHHble KneTku, JIK) pacrnonoxeHbl BHe MO3xeuka (B
AAPax HWKHUX OfINB), HO WX ECTECTBEHHO CYMTaTb 3/IEMEHTaMMW ero YCTpOoii-
ctBa. Kaxxgas JIK feiicTByeT Ha HeCKO/IbKO pasHbiX KIT (y KpbiCbl, B CPegHEM,
7, ¢ ananasoHoM ot 2 o 17 (Sugihara et al., 2001, Sugihara, 2006)).

AkTBHOCTb KIT 4pe3BblyaiiHO pa3HOO6pa3Ha — OT A/UTENbHbIX Nay3 [o
BbICOKOYACTOTHbIX Mayvek umnynscos. B uactHocTu, JIK aktusmpytot KI1 co
cpefHein yactoToil 1 pa3 B CEKYHAY, MpW 3TOM KaK C/IMLIKOM A/IMHHbIE, Tak
N KOPOTKME MEeXUMMNY/bCHbIE UHTEPBa/IbI PeAKU. B cuny KOHCTPYKLUK cuHan-
ca JIB 1 ero pacnofioxeHus Ha OAVKHUX K Teny KNeTKW BeTBAX LEeHAPUTOB
KIM gaxke ogMHO4YHbIA uMnynbe JIK Bbi3biBAa€T MOLLHOE KpaTkoBpeMeHHoe (1-4
MUMNynbca ¢ MFHOBEHHOM YacToTol A0 500 umn/c) Bo36yxaeHve K1, kotopoe
Ha3blBaeTCs COXHbIM UMNynscoM (CU) B 0T/IMumMe OT NPOCTbIX, 06bIYHbIX, VM-
My/bCOB, KOTOPLIMK K/leTKa paboTaeT B OCTa/lbHOE BPeMsi C YacToToin go 150
uvn/c. MeHepauys npocTbix umnynbcos (M) obycnoeneHa Bxogamu MNB.

KIM sBAstOTCSA BbIXOAHBIMU KNETKaMM KOpbl MO3Keuka. X akCcoHbl 0b6ec-
MeynBatoT YNpas/ieHWe aKTUBHOCTbIO AAep MO3Keuka. PasHble OTAeNbl KOopbl
MO3KeUKa CBA3aHbl C pasHbiMy fapamu. Kl yepe3 MHTEpHeNPOHbLI AAep OkKa-
3bIBAlOT BO3AeiCTBME Ha JIK. 3TO BO3AENCTBIE OCYLLECTB/ISIETCA Yepe3 0CoObIN
TUM KETOK B AApax MORKeuKa — Masible TOpMO3Hble KneTkn (MTK). Kaxgas ux
3TWX KIETOK MMeET TOPMO3sLLmMe cuHanchl Ha Beex JIK, (hopMupyoLLmx BXO4 K
TeM Xe KT, koTopble gatoT BbIXog Ha faHHY0 MTK. B KoHe4yHOM cyeTe BO3-
6yxaeHve KIT okasbiBaeT BO30ycaatoLLee Bo3feicTeme Ha ee JIK, dopmumpys
KaK Obl CUTrHasbl MONOXWUTENbHON 06paTHOM CBA3MN.

PasmepamMu 1M TOHKOCTbHO YCTPOWCTBA MO3XKEYKa YenoBEeK OT/IMYaeTca OT
006€e3bsIHbI MPAKTUYECKM TaK Xe CUMbHO, Kak U KOPOiA 60/bLUMX NOMyLapuii Mo3-
ra. To ecTb, He UCK/TKOYEHO, YTO YaCTb UCKOYUTENIBHO YeNI0BEHECKMX (PYHKLWIA
(chyHKUMIA, OTAMYAKOLLMX YenoBeKa OT 00e3bsiHbI) BbIMOMHAETCA C CYLLECTBEH-
HbIM (/I UCKKOUUTENbHBIM) YUYaCTVEM MO3XKEYKA.

VITK 001(06)+004.032.26 (06) Heiipoumbie cern 17
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Mo3xke4yoK U nepcenTpoH

CTpyKTypa OCHOBHbIX CBf3€il OCHOBHbIX KETOK KOpbl MO3Keuka (puc.2) Kak
Obl «CpMcoOBaHa» CO CXeMbl MEPBOr0 aBTOMATUYECKOr0o YCTPOICTBa Knaccugu-
Kaummn obpa3oB — TpexcnoliHoro nepcentpoHa (Rosenblatt, 1962). Naoes e
TOro, YTO MOPKEYOK MPEeACTaBNSeT COBOM OrPOMHBIA My/IbTUNEPCENTPOH Npu-
Lua CpaBHMUTENbHO MO3AHO, 6onee, Yem 4vepe3 10 fET NOC/e POXKAEHMA 3TOFO
MEepPBOro YCMELIHOro HelpobroHnyeckoro npoekta (Marr, 1969). C Tex nop aTta
naes nonyymna CONNAHYH 3KCNepPUMEHTANbHYIO Y TEOPETUYECKYIO NOLAEPX-
Ky B COTHSIX paboT U ceiiyac MpaKkTUYeCcKn He Bbi3blBaeT cOMHeHwmin (Ito, 2001,
2006, 2008; Voicu, 2008; n MHoruve gpyrue).

Celiyac MOHATHO, YTO MO3KEUOK KaK «BMOMOrMYecKas peanusauus uaeu
MepcenTpOHa» BO MHOTMX OTHOLUEHWSX OT/IMYAETCA OT CBOEr0 TEXHMYECKOrOo
aHanora.
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Puc. 2. Cxema MO3>Xe4KOBOro Mogyns

Bo-nepBbIX, MO3XEUOK paboTaeT B HEMPEPLIBHOM BPEMEHW C MH(OPMaLK-
eli, NPefCTaB/EHHOW aCUHXPOHHLIMW HEPBHBIMK UMMY/bCAMK, KOTOPbIE Masio
HaNMOMMWHAIOT [AVUCKPETHBIE «ja» U KHET» COCTOSHUSA NIOTUYECKMX 3MEKTPOHHBIX
CXEM WM HEeMpepbIBHbIE CUFHA/bI aHA/IOTOBbIX BbIYMC/UTE/bHBIX YCTPOICTB.
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B. 1. AYHVH-EAPKOBCKWIA

Bo-BTOpbIX, YK€ NeT NATHAALATb KaK CTafio U3BECTHO, YTO BbIXOAHbIE CUFHAbI
3 KOpbl MO3XeuKa (0T KNeToK MypKUHbE) NOCTYNatoT Ha BXOf, «00YyYaroLLIMX»
NMaHHBIX KNETOK. TakuM 06pa3oM MO3XKEUKOBbIV My/bTUNEPCENTPOH OXBayeH
CUNbHOV 06PaTHOM CBA3bIO. VIHTEPECHO, YTO CBSI3b 3Ta SBMSETCS OAHOBPEMEHHO
N NONOXMNTENBHON N OTPULIATE/NbHOA.

JTa CBA3b MOJOXKMUTENbHA, MOCKO/bKY /IMaHHOE BOMIOKHO BO36Y)XAaeT KeT-
Ky TMypKuHbe, KneTka MypKuHbe TOPMO3UT KNETKM SEP MO3XKEUKa, KOTOpbIe,
B CBOIO O4Yepefib, TOPMO3SAT IMaHHbIe KNETKK, T. €., B KOHEYHOM CUETe, BO3OYX-
A€eHVe NMaHHOW KNETKN NPUBOAWT K MONOXWTENbHOMY CUTHANY Ha BXOAE 3TOW
KNeTkn. MpsAMbIX 3KCMEPUMEHTOB MO TECTVPOBaHUIO AAHHOTO MeXaHu3ma Mo-
NOXXMNTE/bHOM 06PaTHOW CBA3M He MPOBOAMNOCL. B NpMHUMNE, HE UCK/HYEHO,
UTO €e W HET, ec/M NIMaHHas K/eTKa MOMUMO NIMAHHbIX CMHAMCOB Ha KeTKax
MypKMHBE MMEET CMHANChl Ha TeX K/eTKax saep MO3Keuka, KOTopble 3aMblka-
tOT 06paTHYH0 CBSA3b Ha NIMaHHbIE KNETKWU. Takve CBA3W MOIMW Gbl 6IOKMPOBaTH
3(hheKT HENOCPeACTBEHHOIO BO30YXAEHMA KNETKM MypKUHbE IMaHHbIM BOJIOK-
HOM.

OTpuuatenbHas 0bpaTHas CBA3b C MaHHbIX KNETOK Ha cebst Yepes KeTKu
MypK1HbE NOATBEPXK/AEHA B MHOTOUMCNEHHbBIX 3KCMEPUMEHTAX M 3aMblKaeTCs
cnegytowm o6pasom. CBsA3M € 3ePHUCTBIX KNETOK (T.€., C MX aKCOHOB — Ma-
pannebHbIX BOMIOKOH) Ha KneTkax MypKUMHbe BCE BPEMSI MEHSHOT CBOK CUIY.
Mpuyem, cuna ceAseli MOXET Kak pacTu, Tak U yMeHbluaTbcs. CKOpPOCTb M3me-
HEHWs BECOB CBA3E KOHTPOMPYETCA, B OCHOBHOM, ABYMS (hakTopamu. [epBbiii
13 HUX — (DaKTOP NIMaHHOM KNETKU. Ero BeNMYMHa U 3HaK NepeMeHHbI BO BpeMe-
HW 1 3aBMCAT TO/bKO OT BPEMEHM, MPOLLEALLErO C MOMEHTA Havana nocneHero
MMMyNbca NMaHHOM KNeTku. TouHas opma 3Tol 3aBUCUMOCTY He U3yUeHa, HO B
MepBoM MPUGAVKEHNN — 3TO CTyneHYaTas (yHKLUMS, OTpuLaTeNbHas Ha MHTep-
Basie OT HyNs A0 20 MC 1 NONOXWTENbHAA MPU OCTa/IbHbIX 3HAYEHMSAX apryMeHTa.
WHTerpan ot aToli hyHKLMM NO ee apryMeHTy OT HyNs [0 TEKYLLEro Nosoxm-
TeNIbHOTr0 3HaYeHWsl 06paLLAeTCsa B Hy/b NPY 3HAYEHNN apryMeHTa OKOMO OAHOA
CEKYH/ibl. DTO 3HAYeHWeE, Ha3bIBAETCS PABHOBECHBLIM MHTEPBAIOM (AaKTMBHOCTH)
NIMaHHOW KNeTKn. BTopoii (hakTop, BAUSIOLLMIA Ha CKOPOCTb M3MEHEHMS CBA3el
napannenbHbIX BOOKOH, (hakTop MapasiielbHoro BO/I0KHa, 3aBUCUT OT TOrO, Ka-
KOBa Oblfla aKTVBHOCTb MPECUMHANTUYECKON 3ePHUCTON KNETKM Ha UHTepBase
BPEMEHW, NPEALLIECTBYIOLLEM TEKYLLEMY MOMEHTY. TO ecTb, (PaKTop npeacTas-
NSeT co6oli CBEPTKY aKTMBHOCTM MPECUHANTUYECKOr0 HelipoHa C HEKOTOPbIM
SAPOM, TOYHbIE XapPaKTEPUCTMKM KOTOPOr0 HeM3BECTHbl. B ToM cnyudae, korga
(hakTOp MapannenbHOro BOSIOKHA MOCTOSIHEH, a /IMaHHas KeTka paspskaeTcs
C paBHOBECHbLIM MHTEPBA/IOM, CW/a CBA3M NapanneflbHoro BO/IOKHA C KNETKOI
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MypKvHbE, Cnerka Konebnsach, 0CTaeTCA NOCTOSHHON B TEYEHUW AAUTENIbHOIO
BPEMEHM.

B peanbHOM MO3XeuKe, BO BCEX C/yyasiX, KOrfa akTMBHOCTb JIMAHHOIO BO-
NIOKHa npekpaLyanach (HanpumMep, Npy NOBPEXAEHUN NN BPEMEHHOM OX/aX[e-
HWMN IMaHHON KNeTKKM), B TedeHne 10 MUHYT Noc/e NpeKpalleHns Bo30yXXaeHuns
NIMaHHOW KNETKW YacToTa paboTbl KNeTOK MypKMHbe CTaHOBMMNACh OYeHb 60/b-
LLIOI 1 0CTaBasnachb Takoi 40 KOHLa Neproa HabtoAeHns, Uam 4o Tex nop, noka
He HauMHaeT BO3byaaTbcs aHHas kneTka (Colin et al., 1980).

OTBefeHNe aKTUBHOCTYM OT K/IETOK [ypKMHbe B 60/bLUMHCTBE SKCMNEPUMEH-
TaNlbHbIX YC/I0BWI MOKA3bIBAET, YTO UMMY/bChl IMAHHOV KNETKW FeHepUpyoTCS
06bIYHO KaK Obl Cy4yailHO, CO craboli MM OTCYTCTBYHOLLEN Koppensuueli c
AVIHAMUKOI AeCTBWIA, B KOTOPYH MO3XXEUYOK BOB/eYeH. Koppensauums mexay co-
CeAHUMMN MEXMMMNYNbCHBIMU MHTEPBaaMU He3HaunTenbHa. CpefHUin MeXnm-
My/bCHbIA UHTEPBa/T — OKOJ/I0 OfHON CEKYHbI.

TeopeTnYecKunii aHanm3 padboTbl YNPOLLEHHO MOAEN MO3KEUKOBOTO MOAY-
NA B CNy4Yae NOCTOSHHbLIX BXOAHbIX CUTHAMOB (KaK Mo CKanspHOMY BX0Z4y, Tak
1 N0 BEKTOPHOMY BXOAY COCTOSIHWI BHELLIHE/ CUCTEMbI) MOKa3blBaeT, UTo npu
NOBLIX Havas/ibHbIX YC0BUSIX CUCTEMA MPUXOAWT B CTaLMOHApHOe COCTOsIHME
3a 9KCMOHEHLMaIbHOe BPeMS.

MMuTaLMOHHbIE 3KCNepYMEHTbI MOKa3bIBatOT, YTO B CTALMOHAPHOM COCTOS-
HWW IaHHas KeTka paboTaeT B peXXnMe SUHAMUYECKOro Xaoca CO CpefHUM Me-
XXMMMYNbCHBIM UHTEPBASIOM, PaBHbIM PABHOBECHOMY VMHTEPBay NMaHHON KNeT-
K. [Nepexop 13 0fHOro PaBHOBECHOMO COCTOSIHMSA CUCTEMbI B APYTOE NPy 3aMeHe
BXOHbIX KOHCTaHT Ha HOBbIE C/TyYaiiHble 3HAYEHNS 3aHMAET OKOJIO0 ThICAYN Ta-
KUX MHTepBa/IoB. K CTauMoHapHOMY PeXnmMy paboTbl IMaHHOM KIETKU cucTeMa
NPUXOAMT U B TOM CAy4ae, KOrja CUrHaibl Ha BXOLE CUCTEMbI HEMpepbiBHO
N3MEHSIOTCA, 0CTaBasCh PYHKLMAMU OLHOTO CKaNApHOro napametpa. Ecnm xe
CUTHa/bl Ha BXOfE CUCTEMbl — MEpUOAMYECKMe (PYHKLMU Takoro mapameTpa,
CTaTUCTUYECKME CBONCTBA aKTMBHOCTW NIMAHHOM KNETKU B CTaLMOHapHOM pe-
XKVMMe He OT/IMYAKTCS OT XapakKTepUCTUK 3TOW aKTMBHOCTM MPU MOCTOSHHbLIX
CUrHanax Ha BXoje cucTembl. B nocnegHem cnyyae BbIXO CUCTEMbI OMEPEXAeT
BXOAHOM CUrHan Mo case, Ha BeIMUMHY, 3aBUCSLLYH OT MOCTOSIHHON Bpeme-
HW K/ETOK Afep. B aToM CMbICne MOAYNb OCYLLECTBASET Kak Obl NpesacKasaHue
BXOJHOTO CMrHana. Uto, 6e3ycnoBHO MOXET ObITb MOME3HO A4/15 BCEX (DYHKLWIA,
B KOTOPbIX MO3)KEYOK MOXET MPUHMMATb y4yacTue.
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KakoBbl (pyHKIIUM MO3:KeuKa

Ha 370T BOMPOC NPUMEPHO C PaBHbIM OCHOBAHWEM MOXHO OTBETUTb [BOSKO,
Harnpumep: «Mo3xeyoK fenaet Bce». Unn: «MOKEUYOK HUYEro He [enaer».
Pa3peLueHve napajokca B TOM, YTO MO3XEYOK BblpabaTbiBaeT, XpaHuT 1 OT-
BEYaeT 3a BbIMOHEHNE OCHOBHOI MacChbl TOHKMX AeTasieil NoobIX ABVKEHW,
BbIMO/IHSIEMbIX MO3rOM, KaK (PU3NYECKMX WM MbICNIEHHbIX, TaK W [BVDKEHWIA
Aywu. TocnefHee CTAHOBUTCA MOHATHBIM TO/IbKO B CaMOe MOC/efHee BpemMs
(Ito, 2008; Ackermann, 2008). B 4acTHOCTK, €CTb FMMOTE3a, YTO MO3XKEYOK OT-
BETCTBEHEH 32 MHTYULMIO, T. €. PELLeHMe CTOALLMX Mepes YeioBekom 3asaqy 6e3
0CO3HaHUA MpoLecca peLLeHns.

MpaKTUYecKn BCAKOE ABMKEHME MOXET ObITb MCMOSIHEHO Kak rpy6o, Tsn-
DM, TaK M MOXET ObITb HACbILLEHHO Maccoii AeTanein. Hannuve MHOTuX getanei
MOXeT Ka3aTbCA He HEeOOXOAMMbIM A/t KOHEYHOW (BYHKLMKU, HO OHWU MOTYT Cy-
LLeCTBEHHO B/INSATb Ha KA4eCTBO BbINOHAEMbIX AEWCTBMIA. XOpoLLas aHanorus
30eCb — NPUHATYE NULLKX. TIPOUCXOLNTL OHO MOXET KaK B POCKOLLIHbIX pecTopa-
Hax C POCKOLLHbIMY B/1H04aMK, Tak U MPOCTO B ILOOGOM MeCTe, 1t06bIM CNoco6om
1 MPOLYKTamMu UL NOKPbIBAKOLLMMUN HEOOGXOAMMbIE SHEPreTUYeCcKme 1 accop-
TUMEHTHbIE (BOAHbIE, COMEBbIE, BUTAMUHHbIE U T.A.) NOTPEGHOCTU OpraHu3Ma.
W T0 1 fipyroe — nuTaHune, HO LieHbI UX MOTYT pa3nuyaTbCa Ha MHOTWE NMOPALKM
BENMYMHBI.

A NpefCcTaBneHne 0 «HEHY)KHOCTU» MO3XKeyKa (B 0c060 ApKoli (opme Bbl-
cKasancs Ha aTy Temy [Dkeghgh XOKMHC B CBOE 3HAMEHUTON KHUre «O6 WH-
Tennekte» (Hawkins, Blakeslee, 2004)) Bo3HVKNO BOT royemy. Mpu rpy6om
06Cn1el0BaHNN [BVXEHWIA XXMBOTHBIX 1 Ye0BEKA MOXHO CKa3aTb, YTO BCE OHM
BO3MOXHbI 1 B OTCYTCTBME MOKeUKa (T. €. — «MODKEYOK HU AN YEero He Hy-
XEH»). XOT#, OKa3bIBAETCH, YTO He BCE ABWKEHUA — MONET NTUL U NeTy4mx
MblLen 6e3 MO3euka HeBO3MOXEH. OueBMAHO, CyTb fena 34ecb B TOM, YTO
NoneTbl BOOGLLE HEBO3MOXKHbI 6e3 OFPOMHOIA MacChl TOHKMX fgeTanei. Kcratu,
MOKEYOK /IeTAOLLMX MO3BOHOYHBIX, O0/bLLUE MO pa3Mepam M COBEPLLEHHEE M0
CTPYKTYPE, YeM Y UX HeMeTarowwmx 6amxanwmx poacTBeHHUKOB. HO yenosek
6e3 napaLLtoTa UM camosneTa He IeTaeT, NoaToMy XOKMHC CHUTAET, YTO MO3XKe-
YOK K UHTENNIEKTY He MMeeT OTHOLLEeHUS. [onpaenss aToro aBTopa, 0TBaXKHOI0
pbilaps, NepBOro M3 yCMeLwHbIX CO34aTes1el COBPEMEHHBIX BbIYUCNTE/bHBII
CpefCTB, PELUMBLUIErOCs Ha «/1060BYHO aTaKy» Ha CO3AaHue NCKYCCTBEHHOIO pa-
3yMa, MOXHO CKa3aTb, UTO MOIKEUYOK HYXKeH [nd noneta. /1, B yacTHOCTH, —
LJ19 nofieTa MbICu.
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(I)yHKHI/Iﬂ JIMAHHBIX KJIETOK

Kak oTMeyanochb BblILLe, 4/ BHELLHEro Hab/ofaTens Kopa MO3KeYKa ¢ BXOAHbI-
MV MLUMCTBLIMW BOIOKHAMU, MEPEKNOYAOLLIMMUCS Ha 3ePHUCTBIX KNeTKax u fa-
nee AencTeyroLMMM Ha KT, Ha KaKayto 13 KOTOPbIX AEACTBYET eLle U CU/bHbIN
«X038MH» — J1B, 0AVH B 0AWH MOX0XKa Ha TPEXC/OMHbIN NepcenTpoH Po3eH6aT-
Ta (Rosenbaltt, 1962). Jaxke HECKONbKO CTPaHHO, YTO MHTEPMpeTaL s CTPYKTY-
pbl KOpPbl MORKeUKa KaK MHOXEeCTBa NepcenTpoHOB MosBuIach TobKo B 1969—
1971 rr. (Marr, 1969, Albus, 1971). Mocne NOABNEHUS 3TON TEOPUN HaYaMCh
WHTEHCWBHbIE MOMCKN MPOLIECCOB 00yYeHMsi B Mo3xeuke (JyHuH-bapkoBCcKui,
INapwoHosa, 1976; Gilbert, Thach, 1977, Ito, 1977; [yHunH-BapkoBckuiA u ap.,
1987; n MHOrve apyrue). PesynsTaTbl 3TUX NOUCKOB GyayT PACCMOTPEHbI HUXKE.
Kak B KOHTEKCTE napafurmbl 06y4eHUs, Tak 1 BHe Hee, Halo OblNo MbITaTbCA Mo-
HATb, YTO W KaK [enaeT naHa, obpasytollasn Ha K, noxanyii, caMblii CUMbHBbIIA
CYHaNTUYECKNI KOHTAKT MeXy KeTKaMn HEPBHOM CUCTEMbI NMO3BOHOUHbIX.

TPYLAHOCTW C NMAHHLIMK KNeTkamMn — 60nblive. C OfHON CTOPOHBbI, 3TU
KNeTKN (hOPMUPYIOT OHO M3 CaMbIX CUbHBIX CUHANTUYECKUX COEAVHEHWA B
HepBHOIA cucTembl. C Apyroii cTOpoHbI, JIK paboTaeT nmnynbcamu ¢ 4acToTol 1
nuMn/c. MomeHTbI NosBNeHUs UMMynbcoB Y JIK B 60/bLUMHCTBE Cnyyaes €nabo
KOPPeNnpoBaHbl C KaKUMU-HWUOYb BHELLUHUMW COObITUAMU. HeCcMOTPS Ha HUX3-
KYI0 CPe/HIOI0 YacToTy MMMy nbcaLyn, KOTopas COXPaHAETCSA Ha OHOM 1 TOM e
YPOBHE B TEUEHME UHTEPBA/IOB BPEMEHU NOpsaKa fecaTka MUHYT, JIK Tak niv
nHaye (DyHKUMOHMPYET NoCTOSHHO. JIK BbI3blBaeT MoLHOe BO30yxaeHne KI1,
HO 3TO runepBo3byxaeHne NopoxaaeT Ha Bbixoge Kl nuwb 2-3 umnysbca, 3a
KOTOPbIMU 4acTO CriefyeT nay3a. YKe U3 3TOro KpaTkoro onucaHus 6onee nam
MeHee MOHATHO, YTO JIK (hyHKUMOHMPYET KaK-TO He TaK, Kak «HOpMaslbHblex»
HelMpOoHbl. Mbl C ABYX pPa3HbIX CTOPOH MOMbITA/IMCb NOAONTM K aHan3y yHK-
umn JIK B pabote KI1. MepBbiii MOAX0[ — 3KCMEPUMEHTasTbHLIA. 3ajaqa 3Toro
nozxofa cocrossia B TOM, YTOObl UCCMef0BaTb OAHOBPEMEHHO aKTUBHOCTb pas-
HbIX KI1, ynpaensembix JIB ogHoli 1 Toii xe JIK. Ecnn akTuBHOCTL J1B BAnseT
Ha thopmumpoBaHme cesasein MB ¢ KIM, To y K1, nonyyatowmx /1B ot ogHoi JIK
(«MaHHbIX GNM3HELIOB») KOPPenaums akTMBHOCTU MX MW gomkHa ObiTb 3Ha-
4nTeNbHO Bbilwe, YeM y KI1, KOHTponmpyeMbix pasHbiMu JIK (cM. cnegytownia
pasgen).

BTopoii nogxon — TeopeTnyeckmii. OH OCHOBBIBA/ICA Ha rMMoTese, BrepBble
BbICKa3aHHOW B paboTe M. Mayka ¢ coaBTOpamMu 0 TOM, YTO MAACTUYHOCTL CWU-
HancoB MB Ha KIT no3BonsieT NoagepXxmBaTb NOCTOSHHOW CPEAHIOK YacToTy
aKTMBHOCTY JIK Npu M3MEHEHUW CUHAMTUYECKOrO MPUTOKA Ha 3TW KNEeTKU U3
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BHE-MO3XEUKOBbIX MCTOUHMKOB (Mauk, Donegan, 1997; Medina et al., 2000).
MbI MPeANIOXNIN aHA/IMTUYECKYO (DOPMY/TMPOBKY 3TOW rMMOTe3bl B BUAE YpaB-
HeHWn Mayka n nccnegosann ee cneacteua (Dunin-Barkowski et al., 1998;
Dunin-Barkowski, Wunsch, 1999, 2000; Dunin-Barkowski, 2002). ViIM1TaLnoH-
HOe MOJENMPOBaHNE N TEOPETUYECKME PacyeTbl MOKa3aau, YTO MO3MKEUKOBbIL
MOZY/b, OCHOBAHHLIN Ha runotese Mayka, 06bACHAET IKNePUMEHTaNbHbIE [aH-
Hble, KOTOpble He 3aK/aAblBa/ICb NCXOAHO B MOAE/b, U ABNSETCA YAOOHbIM 1
MOLLHBIM BbIYWUCANTE/bHBIM UHCTPYMEHTOM, PaboToil KOTOPOrO MOXHO 06bsiC-
HWUTb BOMBLUMHCTBO M3BECTHBLIX (DYHKLMIA MODKEUKA. DTN NOAXO0AbI NO3BOMNAN
Ham ¢ nomoLpbto MeTogoB Computational Neuroscience cenath CyLLECTBEHHbIN
Llar K MOHUMaHUK «HEMPOHHOW MEXaHWMKM» MO3Xeuka — T. €. HEPOHHbIX Me-
XaHV3MOB, peasin3oBaHHbIX B 3TOW CTPYKType Mo3ra. V3noxeHve pesynbTatoB
HIKe COCTOUT M3 HECKONbKMX (hparMeHTOB, KaXKAbli N3 KOTOPbIX 3aTparvsaeT
pasHble acneKTbl paboTbl 3TOW CTPYKTYPbI.

B norone 3a bansnenamu

— [loyemy Xe ero HUKTO He MOXET
nolimars?
— [1a OH HUKOMY He HY>XEH.

U3 anexooma o Heynosumom [owco

B 1976 r. aBTOpY AaHHOTO 0630pa NpuLLIa naes 0 TOM, YTO K/IHOY K MOHUMaHUI0
«MEXaHMKM» MORKeUKa MOXeT faTb peructpaums nap KI, KOHTponvpyembIix
oAHoi 1 Toin xe J1K. Mo3gHee, B H HelipoknbepHeTvkmn nM. A. B. KoraHa Mbl
CTann HasbiBaTb Takue Kl nnaHHbIMK «bnmn3HeLamm». ICXoaHO Maes «noBUTb
napbl 6/M3HEL0B» NOABUNACH KaK UAeanlbHOe CPeLCTBO «MPOBEPKM» FMNOTES3bI 0
ToMm, uTo JIB onpeaenseT cesasu KI ¢ MB (AyHuH-bapkoBckuid, 1976). MaBHoe
NPEeMMYLLECTBO 3TON 3KCMEPUMEHTAbHOW MOAENN BUAENOCH B TOM, YTO OHa
MOXeT [aTb BO3MOXHOCTb MOCMOTPETb Ha pe3y/ibTaTbl «0ByYeHNs», UMeBLLE-
ro MecTo Korga-To B MPOLU/IOM B UCTOPUM AaHHbIX KMETOK. VIHbIMU cnoBamu,
06yueHvie (eciM OHO MMENI0 MeCcTO) MPOXOAUIO B abCOMKOTHO eCTECTBEHHbIX
yCnoBusxX. Takoi NOAXOL KOHTPAcTUPOBa C PasHOO6pasHbIMK CXemMamu Ofbl-
TOB N0 «00y4yeHnto» K1, peann3oBaHHbIMU B U3BECTHbLIX 3KCMEPUMEHTa/IbHbLIX
paboTax, UCMOo/b30BABLUMX MPEUMYLLECTBEHHO COYETaHHYH CTUMYNALMIO BXO-
go MB u JIB (lto et al., 1982, AyHnH-BapkoBckumii 1 ap., 1987; Linden, 1996;
Artinian, Finch, 2003; n MHoruve pyrue). B kadectse 0jHOro U3 KpUTEPUEB TO-
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ro, uto KI KOHTpOAnpyroTCs 04HOM 1 Tol e JIK, npegnonaranocb CpaBHUBATb
BpemeHa BO3HWUKHOBeHWs CU y nap KM — 6113Hel0B. Ha ocHoBaHUM U3BeCT-
HbIX JaHHbIX (O CKOPOCTW PacnpoCTPaHeHUs MMMYbCOB Mo J1B, xapakTepe nx
BEeTBNEHWS, CTabunbHocTh JIM otBeToB KIM Ha ctumynsumio J1B v np.) cne-
AoBanio oxuaatb (LyHuH-BapkoBckuia, 1978), uto CU y nMaHHbIX 6AM13HELOB
[O/MKHbI ObITb U CUHXPOHHBI UMW UMETb NOCTOSHHbIA BPEMEHHON CABUT MO-
psifika 1-2 McC C BbICOKOI CTabUIbHOCTBIO ((hnykTyaums meHee 10% OT MCXOAHOM
BE/IMYUHBI).

OpgHako peructpaums aktusHocTy KI-6111M3HEL0B Oblfa HepeLLeHHOW 3Ke-
nepyMeHTaNbHON 3agaveil. HecMOTps Ha MHOXECTBO KOCBEHHbIX YKa3aHWA Ha
Hannume Takmx KI (Ito, 1984), peructpaunii KIM ¢ CMHXpOHHbIMU CU 1 HeCKH-
XPOHHbIMY M, 4TO COOTBETCTBYET KpUTEPUAM akTuBHOCTM KI1 ¢ o6wwmm J1B, B
NTepaType A0 Havana Halwux UCcnegoBaHnin He 6bI1o onMcaHo. EAMHCTBEHHas
3anmcb CMHXPOHHBIX CU gyx KI1 6e3 aHanmn3a 0COBEHHOCTEN NX aKTUBHOCTM
npeactasneHa B pabote (Bell, Kawasaki, 1972). Ho, noxoxe, 4To B Toin paboTte
«BNIM3HELbI» He PerncTpupoBanucs. CNoXHOCTbL NPO6EMbI MOWCKa U perncTpa-
umm aktneHoct KI ¢ o6wmm J1IB oTMeyvanach B psige pabot (Hanpumep, Sasaki
et al., 1989) n B nnuHbIX auckyccuax B 1976-2001 rr. (M. T. KocTiok, M. Mo,
HO. W. Apasckuid, U. A. Kegep-CtenaHoBa, k. CUMMNCOH v apyrue). HaunHas
¢ 1990 r. Hag yKa3zaHHOW Npo6aeMoli Hadanacb COBMeCTHas paboTa aBTopa 06-
3opa u J1. H. Moanag4mMkoBoil ¢ coTpyaHuKamu. MepBas Hawa nyenmkauus Ha
3Ty Temy nosiBunacb B 1993 r. (Dunin-Barkowski et al., 1993) 1 370 6b1/10 NO
CyLLeCTBY aHOHCMPOBaHVe HaMepeHuid. B nocnegytowye rogsl 6bina paspabo-
TaHa CTpaTerms nomucka «b/M3HeL,0B» W NOMTyYeHbl NePBblE Pe3yNbTaTbl B 3TOM
HarnpaBfeHNU — PermcTpaLms akTMBHOCTM YAaeHHbIX APYT OT Apyra fMaHHbIX
OKOHYaHWIi akcoHa JIK ([yHuH-BapkoBckumia 1 ap., 1997). B 1999 r. Mbl ony6-
NIMKOBa/IN TaKkXke fAaHHble Mo AByM napam 61m3HeloB (Dunin-Barkowski et al.,
1999; AyHuH-Bapkosckuid n gp., 1999). Tonbko y 04HOI U3 3TVX Nap O4HOBpe-
MEHHO Hab/nofanncb 1 CNOXHbIe M MpocTble mnynbebl KIM. Pa3paboTaHHbIie
MeTOoZbl NPOBEAEHNS SKCMEPUMEHTA 1 aHa/In3a AaHHbIX NO3BOUAN (haKTUYECKU
B KaXXA0OM onbiTe (n = 18) HabnogaTb B KOpe MO3XKEYka MOPCKMX CBUHOK U
KPbIC aKTUBHOCTb (B TOM MM MHOM BWAe) OT oaHoW Ao Tpex nap K ¢ o6uwmm
NIB. Hwke Mbl nogpo6Hee onuieM pesy/bTaTbl HallMX MOMCKOBbLIX UCCNeaoBa-
HWIA, NPOBELEHHbIX HA KOpe MOIKEUKA MOPCKOI CBUHKM.
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a 600 1B 6

n=#60%

W -

Puc. 3. [OBa npumepa (a, 6) nap KI-«61m3HeLoB». PaccTosHue mexay
3NeKTPofaMn B pedepeHTHOM (BEPXHUE KPUBbIE, OTMeYeHbl V) U TecTo-
BOM (HWXHVE KpuBble) 0TBeaeHUax 400 mkMm () u 600 mMkm (6). Mpu-
BefleHbl YCPeAHEHHbIE C/IOXKHbIE UMMY/bChI, B KaXKAO0M nape KpuBbIX (a) 1
(6) BepxHVE M HUXKHME KPUBbIE MOMYYeHbl OAHOBPEMEHHO B OLHOM Ofbl-
Te U UX 1U306parkeHVe CUHXPOHU3UPOBAHO MO BPEMEHU; i — KOMYECTBO
yCpeaHeHHbIX NoTeHUManoB. B cnyvae (a) vHavBuayanbHole CU n M
NAEHTUPULMPOBA/INCL KaK B pedepeHTHOM, TaK U TeCTOBOM OTBeAEHUSX.
B (a) CW B pethepeHTHOM 0TBefeHUU onepexkaeT CW B TeCTOBOM 0TBefe-
HuK, B (6) HabnaOTCA 00paTHbIE BPEMEHHbIE OTHOLLIEHMS MEXAY ABYMSI
CW. ®dopma CU BO BCeX YeTbIpex cryvaax pasfimyHa

IHonck MOTeHUMANI0B, OTPAKAIIIUX AKTHBHOCTH Pa3HBIX BeTBeil akcoHa
JMAHHOHN KJIEeTKH

[nsa noncka Krl-«6113HeLoB» 1CNob30Ba/IMCh HECKObKO 31EKTPOA0B, pacno-
NnaraembIx B MPOLLECCe CKaHMPOBAHUSA aKTUBHOCTM KOPbl MO3XeUKa Ha (hKCnpo-
BaHHbIX PacCTOSIHMAX ApYT OT Apyra. B nepBoii cepust onbITOB MCMOIb30BANCh
[iBa HEe3aBMCUMO MepemMeLaeMblx 3/1ekTpoda (Mnm 6110KN U3 2-3 3N1eKTPOLOB).
OObLuas naes No1CKOB COCTOANA B CELYHOLLEM.

1. CHayana Mbl ONpeaensnn, HacKoMbKo faneko oT ucxogHoi KM BugHb ee
CW. [ns atoro nepebiM 3n1eKTpogoM Haxognnm K1, a BTOpOW 3nekTpos
MOMeLLLaIN Ha pa3HbIX PacCTOAHMAX OT MePBOro U OLEHMBAIM aMMUTYaY
MOTEHLMAN0B, PErUCTPUPYEMBIX HA BTOPOM 3/1IEKTPOAE B 3aBMCMMOCTY OT
paccTosiHMSA A0 NepBoit KNeTku (LyHWH-bapKoBCKuil 1 ap., 1997).

2. Ncnonb3ysa pesynbTatbl NPebIAyLLVX OMNbITOB Npearnonaranock NoMeLlars
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BTOPOM 3/1EKTPO, HA 3HAUUTE/IbHBIX PACCTOAHWAX (OT HECKO/bKMX COTEH
MUWKPOH [J0 HECKO/bKUX MUANMMETPOB) B OAHOI NapacaruTTanbHO nnoc-
KOCTW (200 MKM) C NepBbIM 3/1eKTPOLOM M UCKATb 30HbI, B KOTOPbIX BUL-
Hbl MOTEHUMaNbl, CUHXPOHHbIE ¢ CU, perncTprpyembsiMn nepsbIM 3MeK-
TpogoM. locne HaxoXaeHWsa TOUYKW C owwyTumbiMK cnegamu CU npeg-
rnosaranocb NogpobHoO MCCnesoBaTb OKPECTHOCTY Takoi TOUKM C YYeTOM
MO/yYeHHbIX Ha NMepBOM 3Tare faHHbIX 0 PAaCCTOAHWUM, HA KOTOPOM MOXET
ObITb 3apPerncTPUPOBaH NOTEHLMAS, CBA3AHHbIV C BO30YXXAEHMEM AaHHOM
K.

3. B [pyroit cepun OMbITOB Mbl MPUMEHANN «TPEBEHKW», COCTOsALLME W3
Heckonbkux (40 6) 3MeKTPOLOB, PacMONOXKEHHbIX Ha OfHOW NUHWUK, B
Hagexae 06HapyXuTb (Kak Obl cryyvaiiHo) napy KI1, KOHTpOnnpyembix
o6uen K.

Ha nepBom 3Tane MOMCKOBbIX 3KCMEPUMEHTOB YAa4HOW OKas3asacb BTOpas
cepus onbIToB. NonyyeHo 14 napHbIX permctpauuii noteHumanos CU (13 255),
KOTOpble COOTBETCTBYIOT MPVBEAEHHbIM BbIlLe KPUTEPUAM 0OYC/OBNEHHOCTU
aKTVBHOCTbIO Pa3HbIX BETBEN akCoHa OAHOW JIK. 3Tn peructpauum npeacras-
NeHbl ogHoli napoit KM ¢ ugeHtugmumpyemsimm CA n M y 06enx KNeTok
(pvic. 3a), ogHoit napoit KM ¢ CA 6e3 M (puc.4a) n 12-10 napamy — ¢ Hau-
uynem CW 1 M B 0gHOM 13 0TBeAEHW (PethiepeHTHOM) U HU3KOAMMANTYAHbIX
nonesbiX noTeHumanos (HAMMM) B gpyrom (TectoBoMm) oTBeaeHun (puc. 36),
BbISIB/IIEMbIX MPW CUHXPOHHOM CyMMaLMW MOTEHLMANOB B 060MX OTBEAEHUSIX.
HATI umenu cxoactso popMbl 1 AnuTtensHocT ¢ CU. B 4aCcTHOCTH, ANUTeNb-
HocTb HAIM koppenviposana (r = +0.89) ¢ ANTENILHOCTLIO PedepeHTHbIX
CW (10.46 £+ 4.31 mc 1 10.49 £ 4.15 mc). Kpome Toro, HAIMM npossnsnu cTa-
6UNBHOCTb NapamMeTPOB B PasHbIX BbIOOPKAaX CyMMaLMK U YKECTKYHO MPUBA3KY
no BpemeHn K CU pedepeHTHON K. OHU HauMHaIUCb paHblle WMAK Mo3Xe
pedepeHTHOro CU (cm. puc. 3), B cpeaHeM, Ha 0.82 £ 0.58 Mc, npu 3TOM pas-
Nnuve B napax He3aBKCKMbIX BbIOOPOK CymMmMauum pediepeHTHbIX CU oaHOW
K coctaswnno 0.09 + 0.03 mc. O6Hapy>xeHHble coiicTBa HATMI ykasbiBatoT
Ha TO, YTO Havbosee BEPOSATHBIA UCTOYHMK 3TUX MOTEHLMA/IOB — MOCTCMHAr-
TUYeCcKoe fAencTBME Ha He uaeHTUdMUMpoBaHHY KIT ogHol n3 Betsein JIB,
KOHTpOnupytoLLero pedepeHTHyto K.

UTo Mbl yBUAeNW B nepsbix peructpaumax (14 nap) aktmsHoctn KI1-61m3-
HeLoB?
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Puc. 4. AnHamuka cuHxpoHnsaumn C y nap KI1 ¢ o6wym (a-B) 1 pa3Hbl-
mu J1B (r). (a) npumep CU ogHoli 13 nap KIM-61n3HeLOB Npy CUHXPOHHBIX
(cneBa) 1 acMHXPOHHBIX (B LEHTPe M crpasa) pa3pagax; (6) npumep anv-
TenbHbIX (cnesa) n KopoTkux (cnpasa) CW apyroit napbl KIM-65113HeLOB;
(8, 1) yHKUMKN Kpocckoppensuum CU ogHux 1 Tex e KIT npu n3veHe-
HUW gnutensHoctn CU
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Haomronenusi, cBsi3aHHbIE C CHu 3apPEeruCcTpupoBaHHbIX KJ1eTOK-0JIM3Hel0B

1. Bo-nepBbIX, Mbl YBUAENW TO, YTO OXUAANM YBULETL: B MOIKEUKe BCTpe-
4atoTCA MPaKTUYECKU CUHXPOHHbIE CU K/ETOK, PacronoXXeHHbIX [A0CTATOYHO
[aneko apyr ot gpyra — Ha pacctosaHmax oT 200 Mkm 2o 900 MKM.

2. Bo-BTOpPbIX, HEOXKNAHHO OKA3a/10Ch, YTO YaCTO Hab/oaeTCa OTCyTCTBIME
CW B ogHoM U3 KaHanos (Puvc. 4a) npu ero nNpucyTCTBUM B ApYyromM KaHasne (B
CpefHeM, BEPOATHOCTU Takux cobbiTuii — 0.05 n 0.18 ana AByx nap, npea-
CTaB/EHHbIX Ha puC. 3a 1 4a, COOTBETCTBEHHO). OBHAPYXXEHO, YTO BEPOATHOCTb
coBMmecTHoro paspsga C/ y nap K1 ¢ o6wym J1B 3aBUCUT OT psiia mapameTpoB
aKTMBHOCTW. B yacTHOCTU, MpW pasfenbHOW CyMMaLyn NOTEHLMAN0B B PeXu-
MaX CUHXPOHHOW 1 aCMHXPOHHOI reHepauum CU 0Kka3anoch, YTO aCUHXPOHHbIE
CW'y kaxkpoin KIT 66111 Kopoye Mo A/INTeNbHOCTW (Ha 2—-6 MC) U UMENIN MEeHb-
LLIe KOMMOHEHT, YeM CUMHXPOHHbIe (puc.4a, cM. Takke ([yHVWH-BapKOBCKMA U
ap., 1999)), npu 3ToM CTeneHb CUHXPOHM3aUMA AnnTenbHbIX CU Bblna MHOMO
Bbile, YeM y CW kopoTkoi anmtensHocTu (puvc. 4B). Y nap KI1, uHHepBupy-
eMbIX pasHbiMU JIB 1 pacronoXeHHbIX Ha paccTosHum 100-200 Mkm apyr OT
Apyra, B pefKuxX ciydasx Takke npossianach 6osiee BbipaxXeHHas rpy6as cuH-
XpoHu3auma anutenbHbix CU no cpasHeHuto ¢ CU KOPOTKOW [/INTENbHOCTY
(puc. 4r).

3. dopma CU y «6m3HeL0B» MOXET A0CTaTOYHO CU/IbHO OTAMYaTbCs (CM.
puc.3). B Tom cnyuae, korga opma CY vmena OTYeT/IMBbLIA KoNebaTeNbHbIi
XapakTep, nepuop aTux KonebaHuii 6bin pasHbiM (0.9 MC ANS OAHON KNeTKu
n 1.5 mMc ana Apyroi Knetkum Ha puc. 3a). MogobHble pasnuuns gopmbl CU
06Hapy>ceHbl B 10 13 14 cnyyaes peructpauum nap K c o6wmm J1B.

Haoaronenus, cesizannbie ¢ CU n IIU kierok Iypkunbe-6,1n3HenoB

1. XapakTtep 3aBucumocTy M ot CU ans AByX KNeToK 6M3HEL0B — pas-
HbIA. Y ogHoii KIT HabnogaeTcst TONbKO KPaTKOBPEMEHHOE TOPMOXKEHUE aKTWB-
HOCTWU, B TO BPEMS KaK Y ApYroi KNeTKN — peakuus MHOroghasHas: TOpMOXKeHme-
BO36Y>KAeHMe-TOpMOXKeHMe (puc.5.2a). OAHON 13 BOSMOXHbLIX MPUYUH CTOSb
pasnuyHoro nosegeHus K ¢ o6wym S1B Morno ABasTbea pasnmume hopMbl UX
CW (cm. BblWwe). ITO NpeAnonioxkeHne 6bIN0 TECTMPOBAHO Ha BCE BbIGOPKe 3a-
perncTpupoBaHHbIX KIM (n = 41). Okasanocb, YTO He TO/IbKO B3aVMOAENCTBUA
mexay CU n M (puc. 5.26), HO 1 BCe MPOSIBNEHMS aKTUBHOCTM AaHHOM KI1,
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BK/ItoYas ceoiictga MW (Mognagumkosa u ap., 2002), koppenvpytoT ¢ Tunom CU
(«BbICTPbIN» UMK «MEANEHHBI»).

2. XapakTep (hyHKLMM aBTOKOPPENAuun y 06enx KneTok Obl1 CXOAHbIN, HO
He MAEHTWYHbIA (puc. 5.1a).

3. Bonpekn HalwmM 0XXnAaHuAaM, Mbl HE 0GHApPYXXMIN BbIPXXEHHOM KpoC-
CKOppensauum NpocTbiX MMNybCoB KIM-6/1M3HELI0B Ha BpeMeHax nopsiaka Bpe-
MeHW 1xX aBToKoppensaumn (LyHnH-bapKoBcKuil 1 gp., 1999).

4. Mpwn aHanM3e Tex cnyyaeB, Korga cobcTBeHHbI CU KIT 6bin 610kupo-
BaH, 06HAPY>XeHO TOPMOXEHVE B aKTMBHOCTY T nocne CnoXHoOro nmnybca
KI-aBoliHvKa, B TO BpeMs Kak y nap KI1, nHHepBupyeMbIX pasHbimu J1B, Top-
moxxeHmne MW nocne «4yxoro» CY H1korga He Habnroganocs (Moanagumkosa n
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Puc. 5. ®yHkunm asTokoppensumm M (1) n Kpocckoppenaummn mexay
Cwn MK (2) y KM c CA «6bicTporox» (cnesa) U «MefIeHHOro» (Cnpasa)
TunoB. Ha (1) u (2) BepxHWUiA psf — rMCTOrpaMmbl aKTUBHOCTY OfHOWA
13 KIM-61r3HeL0B, HWKHUIA pag — yCpegHeHHble TMcTorpaMmbl A1 BCei
Bblbopkn KIT gaHHOro Tvna. MMctorpamMmbl HOPMUPOBaHbl K 50 oTcyeT-
HbIM umMnynbcam; Ha (1a) u (16) 3HayeHMe (PYHKUMWIA B HY/NEBOM KBaHTe,
paBHoe 1, He mpeacTaBneHo. Beepxy nokasaHbl npumMepsl CU «BbicTporo»
n «Men1eHHOro» TUrnoB
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3€PHUCTBIX KETOK, KOTOPble aKTUBMPYHOTCS HEMOCPEeACTBEHHO BCMes 3a BO3-
6yXaeHnem J1IB — yMeHbLUIaKT CBOK 3((eKTUBHOCTL (Tak Ha3blBaemast [of-
roBpeMeHHas genpeccus B moxeuke (Ito, 1984, 2001), a cvHanchbl 3epHUCTbIX
KNIeTOK, KOTOpble BO30YXJatoTCs B OTCYTCTBME BO30YxaeHWs 1B, yBennumsatoT
CBOK 3hpeKTUBHOCTL. OTCHOAA CNeayeT, YTO NNaCTUYHOCTb CBS3eM 3ePHUCTbIX
KneTok ¢ KI opraHn3oBaHa Takum 06pasoMm, YTO NOLAEPXKMBaET 6onee nnm me-
Hee MOCTOSIHHLIM CyMMapHbI/i CMHanTuyeckuin nputok K JIK. B camom pene,
eCn BO3pacTaeT CUHANTUYECKMA NPUTOK K JIK 13BHE MO3XeUKa, OHW HauHyT
yale Bo36y>aaTbCsl. B cuy 3TOro, cHanTUYecKme CBA3M 3epPHUCTLIX KNETOK Ha
Toln KT, Ha KOTOpyto AeicTByeT AaHHas JIK HauyHyT 0CnabnsaTbes, UTO BbI30BET
YBENMYEHNEe TOPMO3ALLErO BXOAHOTO curHana Ha JIK (KM ocnabsT TopMoXKeHue
KNeTOK Agep, a Te — yBennyar TopmoxeHue J1K). [aHHoe rpyboe onucaHue
He AaeT NpefCcTaBIeHNst 0 TOM, YTO MOXET MPOUCXOAUTL B AUHAMUKE, KOTAa Ha
MOKEUOK MOCTYNatoT ObICTPO M3MEHSIIOLLMECS CUTHAsbI U BXOAHas MH(opMa-
uma Ha JIK KoppenvposaHa C aKTMBHOCTLIO 3ePHUCTLIX KIETOK. Mbl MpoBenn
HeoOX0AUMbIV aHann3 U MOAENMPOBaHME Pab0Tbl IMAHHON SYENKN MO3XKEYKA
(Dunin-Barkowski, 2002; BbllwmHcKuiA 1 ap., 2003), 4To6bI OLEHUTb POsb YKa-
3aHHbIX (haKTOpOB B paboTe cucTeMbl. OCHOBHbIE Pe3y/bTaTbl ONMCaHbl HIDKE.

YpaBuenus Mayka

PaccMOTpVM KOHCTPYKLMIO Ha puc. 6a. Mbl GyfieM MCMONb30BaTh CrieayHoLLmMe
0603HaYEHMs 1 NPEeANONOKEHUS:

II(t) — vacToTa NpocTbIX UMMYNLCOB KI (HeoTpuLaTenbHas HenpepbIBHas ne-

pemMeHHas);

g(t) = (g1(t), ..., gn(t)) — aKTMBHOCTb 3ePHUCTLIX KMETOK; g; PaBHO n6o 1
nn6o 0;

o1,...,0N — Beca BO36GY>KAAOLMX CMHAMNCOB 3ePHUCTbIX KNeTOK Ha KI, HeoT-

puuaTenbHas HenpepbiBHas NepeMeHHas;
eAt) — BHelWHWIA (He oT KI) cuHanTuyeckmii BXog Ha J1K;
N — KONMYeCTBO 3ePHUCTbIX KNETOK, AeCTBYOLWMX Ha oaHy K.

Cssizn o1 KI K JIK oCyLWecTBASIOTCA MabiMK SAEepHbIMK KneTkamu (He
nokasaHbl Ha puc.6a). [etanm paboTbl 3TOr0 3BeHa 00CYXXAakTcA Hdke. Ha
puc. 6a Bbixog KIM nveet ggoiiHoe 0603HadeHwe: T1(t) n a(t), 4Tobbl NOgYepK-
HyTb TOT (hakT, 4To II(¢) YacTo MOXeT ObiTb Konuei (HO MHBEPCHPOBaHHOIA!)
a(t). 3T0 06CTOATENLCTBO ABMAETCA BAXKHENLLIMM CBOWCTBOM MO3XKEYKOBOIO MO-
AYNa N feTanbHO OMMUCAHO HIKE.
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& ——q ¢

a:

Puc. 6. OCHOBHblE 3/1EMEHTbI MO3)KEUKOBOr0o Moayns: (a) 6a3oBasi CTPyK-
Typa, 3gecb II — KM, C — JIK, g1,...,gN — @KCOHbl 3epPHUCTbLIX Kfie-
TOK, 01,...,0N — CMHaNTU4eckue Beca, «(t) — BHewwHwWi Bxog Ha C,
II(t) n a(t) — Bbixog II; (6) 3aBMCMMOCTb CMHANTUYECKOW MIaCTUYHO-
CTV OT BPeMeHU, NPOLLEALLIEro C MOMEHTa nocneaHero Bo3oy>kaeHus J1K;
Tequ — PaBHOBECHbLIA MHTepBas; (B) XapaKTePUCTMKM aKTUBHOCTU 3ep-
HUCTBbIX KNETOK, g1, ...,gN — aKTUBHOCTb 3€PHUCTLIX KNeToK. OBa/lbHas
NMHWSI NPEACTaBNSIeT BO3MOYKHbIE 3HAYEHUSI BEKTOPOB aKTVBHOCTMW 3epHU-
CTbIX K/ETOK; CTPE/IKV MOKa3blBaloT HanpaB/IeHNE N3MEHEHWUS aKTUBHOCTU
BO BpeMeHu; (r) BPEMEHHOW X0 BHeWHero Bxoga Ha J1K, s — napameTp
BXO[IHOTO MHOYKEeCTBa

lMoBefeHMe CUCTEMbI Mbl OMKCbLIBAEM cnegyrowmnmmn ypaBHeHUAMN MayKa:

-3 [ aosmen() 8. ®

d”;t(t) —eg(t—tj)ei(t), i=1,...,N, @)

ei(t) = ®(g:(6)), ®)

ei(t) = Texp(—(t —v;)/Te), 3"

U (k0) 4 T b =ONog— g j—0.1.2 4
/tj ("( ) i ( )) eXP(T) - ) J=U,1,4,... ( )

Bonblias Yactb 0603HaYeHWIA onucaHa Bbille. OcTanbHble 0603HAYEHUSA 1
KOMMEHTapumn — cnefytoT. YpasHeHue (1) onvceiBaeT paboty KIl. Ero Bbixog-
HOVi (HenpepbIBHbIN) NapameTp — yacTtota M. Mbl UCMOb3yeM NPOCTEALNIA
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onepatop ana onucaHus KI, NOCKOMbKY BbIYMCNEHNS MOKA3blBaKOT, YTO TOY-
Hasi (hopma BX0A-BbIXOAHOW 3aBrcMocT KIT Mano BMSeT Ha paboTy CUCTEMbI
(Dunin-Barkowski, 2002). ¥YpaBHeHUs (2) — OCHOBa CUCTEMbI. VX CTO/MBKO e,
Ckonbko cuHancos MB Ha KI1. CornacHo aTum ypaBHEHWAM Beca 3TUX CUHar-
COB MOCTOSHHO M3MEHATCS. CKOPOCTb M3MEHEHUA NPOMNOPLMOHaIbHA «MaH-
HOM» (DYHKLMWN NNaCTUYHOCTM . (—), NPeaCcTaB/ieHHOM Ha puc. 66. 3Tta (hyHKLMA
06006LLaeT 3KCMEPYMEHTa/IbHbIE [aHHbIE O [ABYHANpaB/EHHON CUHANTUYEeCKOM
nnactnyHoct (Mauk, Donegan, 1997, Ito, 2006). BennuunHa Teg,, Ha puc. 66
0603Ha4aeT paBHOBECHbLIN MHTepBa/ paboTkl JIK, B TeuyeHMe KOTOPOro Cymma
MONOXWTENbHBIX ¥ OTPULATENLHBIX MAOLaAel Nof KPUBOA . (~) AOCTUraeT Hy-
ns. BTopoil 3aBucAWMIA OT BPeMeHW MHOXWTeNb B (2) npeAcTaBnseT cob6ow
rOTOBHOCTb CMHanca K U3MeHeHUsAM, e(t). STOT (hakTop 3aBWUCWT OT aKTUBHO-
CTU npecmHanTuyeckoro MB, ¢(¢), HO He COBMaAaeT C Heli, KaK MOKasblBatoT
ypasHeHus (3) 1 (3”). OueBugHo, (3) 1 (3’) oTOOpaXKAKT HaKOMIeHWe U pac-
nag memabomponnozo ¢pakmopa B cuHancax MNB Ha KI1. MocnegHwin cneayet
OT/INYaTh OT uonomponHoz2o AENCTBUA 3TUX CUHAMCOB ((haKTUYECKMN ONKChIBae-
Moro ypaBHeHueM (1)). PasymeeTcsi, NpucyTCTBME METabOTPOMHOro haktopa B
YPaBHEHSIX CMHANTUYECKON MIaCTUYHOCTM COBEPLUEHHO ECTECTBEHHO C TOYKM
3pPEHNs KNETOYHOW (hramonormn. BaxkHo, 0gHaKo, YTO CUCTEMA, B KOTOPOIA CU-
HanT1yeckas NIacTUYHOCTb 3aBUCUT OT MOHOTPOMHOIO (hakTopa - HeyCTouMBa
(cMm. Hke). YpasHeHus Tuna (3) u (3’) ncnonb3osanu Takxke (Spoelstra et al.,
2000), HO ¢ MOTUBaUWME, OTAMYatOLLECa OT Hawleld. TouyHas (opma ypaBHe-
HWs (4) 4N NOCNeA0BaTe/IlbHOCTY MOMEHTOB BO30YXaeHNs JIK He Ou4eHb cyLle-
CTBEHHa. 34eCb, 04HaKO0, 0653aTe/IbHO JO0/MKHO (hUIYypUPOBaTb B3aMMOAENCTBIE
Ha Bxofe JIK AByx TUMOB CMHaNTMYeCKMX BXOAOB (M3BHE MO3xeuka 1 oT KI1
(mocTaBnseMOro ¢ NOMOLLBIO KeTOK fep)). B (4) e{t) — 3TO BHELUHWIA BXO
Ha J1K, a ,4 — KOHCTaHTa.

Puc.6a n 66 1 ypasHeHus (1)—(4) cocTaBnaOT YNPOLLEHHOE AP0 MOfeNM
MO3Keuka. B yacTHOCTU, Ha puc.6a OTCYTCTBYHOT KIETKM S4ep MOKedka. B
CMedyroLLyM pasfene Mbl paCCMOTPUM MPaBOMEPHOCTb 3TOF0 YMPOLLEHUS.

IIpeo6pa3zoBanue nHGOPMANMHA MATBIMHA KJIETKAMH f/1ep MO3Ke4YKa

OpHa JIK nocbinaet JIB kK Heckonbkum KIM (10 — y yenoBeka, 7 — Y Kpbl-
cbl). HegaBHO Obinn onucaHbl 34 JIK KpbICbl C MOMHLIM MPOC/EXUBAHNEM BCEX
OKOHYaHUIA nx akcoHoB (Sugihara et al., 2001; Sugihara, 2006). KonnuyecTBo nu-
aHHbIX OKOHYaHWiM Y 3TUX KNETOK COCTaBNAET 6.6+3.7 (cpeaHee cTaHAapTHOE +
OTK/OHEHWE). DT [jaHHble MOKa3bIBatOT, YTO CYLLECTBYIOT KakKve-TO Hecyyai-
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Hble (haKTopbl, ONpesenstoLLme yncno Konnarepasei JIK B KaK40M KOHKPETHOM
cnyyae.

KM peiicteytoT Ha JIK yepe3 manble KneTkn sigep. s oueHkn adgek-
TOB, BbI3bIBaEMbIX 3TUM MPeobpa3oBaHMEM, PACCMOTPUM MPOCTENLLMe IUHER-
Hble YPaBHEHWS, OMNUCbLIBAIOLLME ANEPHbIE KNETKM:

20 = k(Y Gl ) + Y Gl (1) 5)

Jj€C; J¢C;

3pmech z;(t) — KOMMOHEHTa CMHANTUYeCKOro noTeHuuana JIK ¢ HOMEpoM 4, Ko-
Topast 06yc/oB/IeHa BXOAOM OT MasibIX KeTOK A4ep; y; () BbIxogHoi curtan KI
C HoMepoM j; G(-) — npeobpa3oBaHue CUrHanoB B cuHancax; C; — MHOXECTBO
KT, cBsizaHHbIX € i-i JIK, k; — MacwITabHbIn MHOXUTENb. CBolicTBa (5) 3aBu-
CAT OT KOppenauMm Mexkay BHelHVMMM BXofamun pas3nnyHbiX JIK. B kavecTtse
MepBoro NPUBNMXeHNA ByLeM cUATaTb UX HEKOPPENMPOBaHHbLIMU. Mbl MpUMeEM
TaKxke, 4To Korga csasn KIT HacTpoeHsl, y;(t) Ha 100% KoppenuposaHbl s
K, ynpaensiemoii ofHol 1 Toih >xe JIK 1 MMetoT Hynesyto koppenauuto ans Kri,
ynpasnsembix pasHbiMy JIK (cM. puc. 2). ST NPeAnonoXeHne — 04eHb CUJib-
Hoe. Ero crnpasef/iMBOCTb 3aBUCUT OT TOrO, HACKONLKO KOPPENMpOBaHbl BXOZbI
3EPHUCTBIX KNETOK Ha KMeTKu [ypkuHbe. AHA/IMTUYECKME pacyeTbl CUCTEM,
6/IM3KMNX K peasibHOCTWN 3aTPYAHUTENbHbI, MO3TOMY A/ UCCNeA0BaHNA KOppens-
LMW aKTUBHOCTM K/ETOK IMypKUMHbE, YNPaABNSAEMbIX OLHUM IMaHHLIM BOSIOKHOM
HeobXoAWMbl COOTBETCTBYHOLLME UMUTALMOHHBIE 3KCTAEPUMEHTBI. Ha aaHHOi
CTafyn aHasm3a OrpaHNYMMCs rrnoTe3oN o CrpaBe/IMBOCTY YKa3aHHbIX BblLlLe
YNPOLLAKLLMX NPEANONOXKEHWNNA.

Monoxum k; = 1/(L;-p;) My;(t) = ;(t) ana scex Kr1, j(7), ynpasnsembix
i-n K. MycTb L; — KONMYeCTBO MafbiX KNETOK A4ep, C KOTOPbIMU CBA3bIBAETCS
Kakgas 13 KI1, KoHTponmpyembix gaHHon -1 JIK n p; — konmnyecteo KI,
KOHTPONMPYeMbIX et0. JIerko 3amMeTuThb, YTO KOSIMYeCTBO (PaBHbIX) KOMIMOHEHT B
nepBoi cymMe B NpaBoit YacTu (5) cocTasnsieT L;p;. KonnmyecTso (He paBHbIX)
KOMMOHEHT BO BTOPOI CyMMe ypaBHeHUs (5) MOXET ObITb OLEHEHO Kak

Nec

(szz ' Z Lrpr)/NN7

r=1

roe N. and Ny — konnyectBo JIK M MasbIX KNETOK Silep COOTBETCTBEHHO.
Tenepb (5) MOXXHO NepenuncaTb Tak:

zi(t) = Gi(t) = ki Y G(y;(1))
JECi

34 VITK 001(06)+004.032.26 (06) Heiipoumbie cetn



B. 1. AYHVH-EAPKOBCKWIA

nnm

zi(t) = G(zi(t)) + &(t), (6)
roe G(x;(t)) — npeobpasoBaHue (04HOMO M TOro Xe) curHana Bcex K, ynpas-
naembIx i-i J1K; a §;(t) — wym, 06ycnoBneHHbI curHanamm ot apyrux J1K 3a

CYET B3aMMO/ECTBUS Ha «OBLLMX» MarbiX KNeTKax saep.
Oucnepcus ¢ (1) MOXeT GbITb OLEHEHa CefyoLWmMM 06pasom:

Dle(0)] = DY Gy (0)] = (=) - Lps - 2= Bl

igC; Lipi

rae D[G(z(t))] npescTasnseT cpefHee 3HaueHne D[G(z;(t)] ans Bcex JIK.
[Oanee Mbl nMeeMm:

Dle:(t)] = ( Ll ) PIELLN T

iDi Ny
g Lp N, -
Dléi()] = (1) * 37 DI,

rie L n p — cpeaHue 3HaueHus L; 1 p;. YpaBHeHue (6) OnuChbIBAET «LyM»,
B KaHase ¢, 00yC/OB/EHHbIV B3aVIMOAENCTBMEM Pa3IMYHbIX IMaHHbIX MOAYNei
MO3Xe4Ka 3a CUeT 06LMX ManbIX KeTOoK saep. M3 (6) cnedyeT, yto B cped-
HeM BK/aJ BCEX MOCTOPOHHMX KOMMOHEHT B z;(t) UMEET aMmiUTYLy OKO/o
N./Nn. Ona peasbHOr0 MO3XKeuka 3Ta BeMUMHA (U COOTBETCTBYHOLLEE OT-
HoLleHve wym/curHan) umeeT nopsgok 1.0 (Fredette, Mugnaini, 1991). 3Ta
BE/IMYMHA KKETCS 3HAUNTENbHOW, HO BbIYUCUTENbHbIA SKCMEPUMEHT NMOKasbl-
BaeT, YTO OTHOLLEHMe LWyM/curHan BnaoTb A0 3.0 OKasbiBaeT He3HaYUTeIbHOe
[elicTBre Ha cnocobHocTb KIT 3anomuHath BHeWHWA curHan Ha JIK (Dunin-
Barkowski, 2002; Takxe, CM. HWXe). M3 ypaBHeHus (6) Takxe crefyeT, yuto
npoussefeHne L; - p; B MODKeUKE JO/HKHO BbITb NOCTOAHHLIM Ans pasHbix JIK
KNeTOK. B MpoTMBHOM c/yyae oTHOWeHWe wym/curHan ans JIK, nmetowmx ma-
NI0€ KONMYECTBO NIMaHHbIX OKOHYaHWUiA, ByaeT CAMLLKOM 60MbLIMM.

B cnyuyae KoppenupoBaHHbIX z;(t) MOBeAeHWEe CUCTEMbI 3aBMUCUT OT Tuna
koppensuun. O6LWMIA cnyYaid JOMKEH ObITb WCCMEA0BaH B BbIMUCWUTENbHbIX
3KcnepuMeHTax. YacTHbIN ciyyail MaccoBOVi NONOXWTENbHON Koppensauum x; (t)
[OMyCKaeT NPOCTOe Ka4ecTBEHHOE pacCMOTpeHue. B camoMm fgene, B 3TOM Ciy-
yae 191 BOCCTAHOB/IEHWS 0OLLMX KOMMOHEHT CUTHAN0B MHOTMX JTIK MOTyT 6bITh
MCNonb30BaHbl pecypcbl (T.e. cuHancbl MB Ha KIT) Bcex KOppenmpoBaHHbIX

VITK 001(06)+004.032.26 (06) Heiipoumbie cern 35



ISBN 978-5-7262-1225-8 NEKLIMM MO HENPONH®OPMATUKE

JNIK. 370 06CTOATENLCTBO pPacLUMPAET BOSMOXKHOCTMN NPELCTABNEHNS CUrHAN0B
OAHOBPEMEHHO MHOrUMM mMogynsmu JIK Mo cpaBHeHWIO C pasfefibHbIM Mpea-
CTaB/IEHNEM TaKMX e CUTHasO0B.

CnepyeT 0CTaHOBUTLCA €Lle Ha OAHOWN BO3MOXHOI ponu npeobpa3oBaHus
MH(opMaLmn ManbiMy KneTkammn aaep. Huke 6yneT npofemMOHCTPUPOBaHO, YTO
CBA3M 3epHUCTLIX KNeTok ¢ KI1 HacTpavBaloTCA B KOHEYHOM CYeTe TaK, YTO
CWUTHa/ OT KNETOK S4ep MO/HOCTbIO KOMMEHCUPYET BCe KoslebaHUs BO BPEMEHM
BHELLHero curHana Ha JIK, obecreuvBas MOCTOSHCTBO CyMMapHOIO CUHaMTHYe-
CKOFO NMPUTOKA K 3TUM KeTKaM. Ec/n »ke BbIXOAHOM curHan KneTok sigep npea-
CTaBNseT CO60I 3aaep>KaHHbI curHan ot KI (Hanpumep, BCieacTBue 60/bLLON
MOCTOSIHHOM BPEMEHM K/ETOK afep), TO BbiIxoaHoN curHan KI1 npeactaenseT
npeAckasaHve BHELIHero curHana J1K (Bnepeble 3TO SIBNEHWE U €r0 BO3MOXHOE
NnpUMeHeHWe NPoLeMOHCTpMpoBaHo B (Spoelstra et al., 2000).

B cnepytowem pasgene OynyT npeAcTaBieHbl pesynbTaTbl MMUTALMIOHHBIX
3KCNEPVIMEHTOB, UNIIOCTPUPYIOLLYE PabOoTy ONMUCAHHOTO MeXaHu3ma.

HNmutaunonHoe MOACTHPOBAHUE MO3KECUKOBOI'0 MOYJIsA

MbI OrpaHM4YMMCS aHaIM30M YaCTHOTO CyYast BXOAHbIX U BbIXOAHbIX CUTHAIOB
MO3Xeuka (puc. 68 1 6r), NO3BOASOLMM NPOAEMOHCTPUPOBATL CBOICTBA 3TOM
KOHCTPYKLUMW. My4OK CTPENIOK Ha puc. 68 0603Ha4aeT KOOPAMHATLI B NPOCTPaH-
CTBE aKTUBHOCTW 3epPHUCTLIX KNeTOK. Mbl npefnonaraem, Yto BEKTOP aKTuB-
HOCTU 3ePHUCTBIX KNETOK MPUHAZIEXNUT MHOXECTBY, 0603Ha4eHHOMY OBa/ioM
B BEPXHeli yacTu puc. 68. BeKTOp aKTMBHOCTU PaBHOMEPHO MepemMeLLaeTcs co
BPEMEHEM MO 3TOMY MHOXECTBY, B HarpaB/eHNM, yKa3aHHOM CTPe/ikamMu BAO/b
oBasa. BHewHWiA curHan Ha JIK umeeT Bua;

o{t) = e{g(t)) = F(s(1)), )

rfe s — napameTp (Hanpumep, MOPSAKOBbI HOMEP) MHOXECTBA BXOAHbIX BEKTO-
poB, a F'(+) — (hmkcupoBaHHas hyHKLMA. Puc. 6r nnnocTpupyeT BPEMEHHOR X0z,
eAt) 1 s(t). HeobxoaMMbIM YCNOBMEM BO3MOXHOCTU BbIpaBHUBAHUSA BXOAHOIO
notoka Ha JIK sBnsetca: M < N, rge M — KO/IMYeCTBO BEKTOPOB B «OMop-
HOM» MHOXeCTBe. Psj CBOINCTB YMCNEHHOIO MOAENMPOBaHNSA ypaBHeHWIA (1)—(4)
KayeCTBEHHO YCTOMUMB N MOXET ObITb ONMCaH B AOCTATOYHO OOLLUMX TepMUHAX.
OCHOBHOVi pe3ynbTaT MoAenmpoBaHus (puc.7a u 76) AeMOHCTPUPYET Ccro-
co6HoCTb KIM CMHTE31POBaTh BbIXOLHOW CUFHAST, TOYHO COOTBETCTBYHOLLIMIA BHELL-
HEMY CMHANTUYECKOMY NPUTOKY Ha JIK, TaK 4TO CyMMapHbI/i CUHaNTUYeCKMiA
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Puc. 7. Pesynbtatbl MogenuposaHus. Bpema — B TakTax MOAeNMpoBa-
HusA. 3pecb (a) n (6): (1) — cyMmapHbIli cMHaNTUYecKuidi NpuTok; (2) —
BHeLWHWIA BXog; (3) — nocnepoBaTelbHOCTL MMNyAbCoB JIK nocne 200 u
5000 uUMKNOB BHELLHero BXoAa; (B) pacrpeneneHve UMMnynbCcoB Mo gazam
BHellHero curHana B (a, (1)) u (6, (2)); (r) cpbiB BblpaBHMBaHUSA, Korga
NAacTUYHOCTb 3aBUCUT OT MOHOTPOMHBLIX KOMMOHEHT, (1) 1 (2) Takune e,
Kak B (a);.(x) 700 nocnefoBaTefibHbIX MHTEPBASIOB MEXAY UMMY/bCaMU:
1 — HelpoH aBurartesibHol Kopbl Kponnka (B Mc) 2 — mogenbHas J1K (B
TakTax mogenupoBaHus), 3 — JIK M03)keuka MOPCKOA CBUHKMN (B CEKYH-
nax); (e), () — BAMSIHME LIyMa Ha YCBOEHMWe BHELLUHero Bxoga nocre
10000 uuKoB BHeLUHEro curHana. OTHoLeHve wym/curHan: 0 ans (e) u
3.0 ana (k) 1 — BHewWwHWIA BXOA + LWyM; 2 — BbIXOA KIeTKN MypKuHbe
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npuToK Ha JIK cTaHOBUTCA NPaKTUYeCcKn NOCTOAHHLIM. MOXHO BUAETb, YTO NO-
cne 150 T4, NPOLIECC BbIPaBHMBAHNA 3TOrO NMPUTOKA NPOAOMKaeTCs (puc. 7a).
OH 3aBefjoMo 3aBepLueH nocne 3700 T4, MMHUsA 1 Ha puc. 76 (CyMMapHBbIii Ch-
HanTUYeCKniA NPUTOK Ha JIK) — ropm3oHTanbHas npsamMas. XapakTep akTMBHOCTY
K (HWKHWe nyum Ha puc. 7a n 76) B NEPEXOLHOM U CTALMOHAPHOM PeXume
NpVYMepHO ofuHakoB. OfHaKo, B NEPEXOAHOM Mepuoge Bo3byxaeHue JIK npuss-
3aHO K (ha3e BHELLUHero curHana (puc. 78, MyHKTUPHasA JIMHUA), B TO BPeMS, Kak
B CTaLMOHapHOM pexumMe koppenauumn BooyxxaeHuii JIK ¢ BHELUHUM CUrHaIoM
He HabnogaeTcs (puyc. 78, CNNOLLHASA IMHKSA). BbIUMCNEHNS TakKe NMoKa3bIBatoT,
4TO HaCTPOIKa CBA3el, NoKasaHHas Ha puc. 6a 1 66, MoxeT HabnogaTbea 4ns
HESIMHEHON MOofenn uHTerpauumn nHgopmaummn Ha K v He 4yBCTBUTENbHA K
3HauUTe/IbHbIM BapuaLyisiM CBOWCTB MHOMMX KOMMOHEHT CUCTEMbI (Ha PUCYHKe
He MoKasaHo).

600 -

500 ~

400

300 +

200 +

N m M e
AN RN

0 100 200 ann 400 a00 600

100 +

Puc. 8. Ovarpamma lNyaHkape 4719 Noc/efoBaTe/lbHbIX MHTEPBAsIOB MEX-
Ly umnynbcamn MogenbHoin J1IK. YepHble TOYKM UMEKT KOOpAMHATHI
(T3, Tix1), T © — NOPSAAKOBBIA HOMEP MEXXMMMNY/bCHOro nHTepsana J1K,
t=1,...,32000
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BblpaBHMBaHWE HEYCTOWYMBO, KOTfa MIaCTUYHOCTb 3aBUCUT He OT MeTa-
60TpOMNHOro, a OT MOHOTPOMHOIO (hakTOpa CUHANTUYECKOro AeicTBusA. Puc. 7r
[EMOHCTPUPYET NOBefeHNE CUCTEMbI C MAACTUYHOCTBIO, 3aBUCALLEA OT MOHO-
TPOMHOro (hakTopa. VicxoaHo cmuctema 6bina NpuBeAeHa B paBHOBeCKE Ha (hoHe
MOCTOSIHHOIO BHeLUHero Bxofa Ha J1K. ocne Toro, Kak Ha BXof Obln nofgaH
M3MEHSIOLLMIACA BO BPEMEHWM CUTHaA, MOXHO BWAETb, YTO CUCTEMA Kak Obl
Jenaet MomMbITKy BbIPOBHATL ero (4o ¢ = 3000-5000), HO 3aTem HeycTonuu-
BOCTb MO/IHOCTLIO paspyLUaeT ee peakLmio. XapakTep aktusHocTu J1B B cTaum-
OHapHOM COCTOSIHMM BECbMa HePEerynspHblid (puc. 7a n 76, amHua 3). Mexum-
My/IbCHbIE VHTEPBASIbI K&XKYTCH Xa0TUYECKUMU (pUC. 7€, IMHUA 2). 115 cpaBHe-
HUA Mbl NPUBOAYM MEXUMMY/bCHbIE MHTEPBa/IbI HEViPOHa [BUraTe/IbHOM KOpbl
Kponmka (puc. 7e, MHMA 1, HeONyb/iMKOBaHHble AaHHble V. H. 6es1003epoBovi
n M.C. Cuportbl) n JIK MOPCKOWA CBMHKM (puUC. 7€, MMHNUSA 3, HaliM 3KCnepw-
MeHTaslbHble JaHHble). OYeBUAHO, YTO aKTMBHOCTb «MEPBOr0 MOMaBLLEroca»
HelpoHa COBCEM He MOX0XKa Ha UMMyAbcaunio MoAenbHOW nnu peanbHol J1K.
MpU3HaKM CTOXACTUYECKON AUHAMUKIN B MEXUMMY/bCHBIX MHTepBasiax JIK vet-
KO BWAHbI Ha puc.8, rae npusBoautca AvarpaMma lNMyaHkape ans nocnegosa-
Te/bHbIX MEXUMMYMbCHbIX MHTEPBaoB. befble NOMOCLl Ha 3ToW AuarpaMme
CUATAIOTCH HaJEXHbIM MPU3HAKOM HaNMyMs AMHAMUYECKOTO Xaoca.

Puc.7e n 7K [EeMOHCTPMPYIOT YCTONYMBOCTb CUCTEMbI MO OTHOLLEHWHD K
(hakTOpam LUyma COrnacHO ypaBHeHMtO (6); 34eCb AaHbl ABa (parMeHTa Cym-
MapHOro cmHanTuuyeckoro nputoka K JIK n Bbixog KIT nocne crabunusayum
npouecca BblpaBHMBaHNSA (10,000 LMKMIOB BHELLHEr0 BXOAHOMO curHana). [Ans
yyeTa 3TMX (haKTOpPOB Ha CUCTEMY MOAAETCA CUFHAM, CMELLaHHbIA C LLUYMOM.
OTHoweHue wym/curHan coctasnseT 0 u 3.0, AN puc. 7e U 7>k, COOTBETCTBEH-
HO. [laXke BO BTOPOM C/y4ae MoBefieHne CUCTEMbI BMOJHE YA0BNETBOPUTENLHOE.
LLlym MeHbLUER aMnnTY bl, OKa3blBaeT, Pa3yMeeTCs, MeHbLLee [eliCTBMe Ha Bbl-
xop KT1.

IIpenensl 3anoMuHAOIIEH CIIOCOOHOCTH MO3:KEYKOBOT0 MOAYJIs

B npouecce ¢hyHKUMOHMPOBaHMS MO3XEUYKOBbIA MOAY/b NPUOBpPeTaeT Cnocoo-
HOCTb pearnpoBaTth OrnpesesieHHbIM 06pa3oM Ha OnpefeneHHbIe BXOAHbIE CUTHa-
Nbl. BO3HMKaeT BOMPOC: KakoBbl Mpefiesibl 3aroMVHaoLLIEA CMOCOGHOCTU MO3-
Xeuka? C MaTeMaTUYeCKON TOUKN 3PEHUSI «BHYTPEHHWIA» (T.€. 13 MOIKEUKa)
BX0A JIK annpoKcMMUpyeT BHELUHUIA BXOA 3TOW XXe KNeTKU. ANMNpoKcMMauus,
eCTeCTBEHHO, MPOBOAMUTCA B KAaKOM-TO KONMYECTBE TOueK. BO3HMKaeT BOmpoc
— B KaKOM uuc/ie TOYEK MOXET annpoKCUMUPOBaTb (DYHKLMIO MO3XKEUKOBbIN
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mMogynb. OTBET B JOCTATOMHOM CTEMeHn ouveBMfeH. 18 TOro, Ytobbl anmnpok-
CYMMPOBaTb PYHKLMIO B N TOYKax, HY>XHO MMETb KakK MUHUMYM N MapameT-
poB. MapamMeTpbl, C MOMOLLLHD KOTOPbIX MO3XKEYKOBbIA MOLY/Nb annpOKCUMU-
pyeT yHKuuM, — 3TO Beca cBaAsein MB ¢ K. Ckaxewm, y yenoBeka ofgHa JIK
ynpaenseT 10 KI. Kaxgaa u3 K nveet go 500 000 cuHancos. Takum o6pa-
30M, «/IMaHHbIA» MOAY/b Y YenoBeKa CNoCO6eH annpoKCUMMPOBaTb (YHKLMIO
B 5 M/IH. TouKax. Bce hyHKUMM, C KOTOPbLIMK OMEPUPYET MOIKEYUOK, TaK Wn
MHa4ye CyLLeCTBYIOT BO BpeMeHW. Ecim cunTaTb, YTO npegcTasneHue 1 Touku
3aHMMaeT 1 MC, TO OAMH MOKEYKOBLIA MOAY/b CNOCO6EH 3aMOMHUTHL (DyHK-
LMW NPOAO/MKUTENBHOCTBIO 0 NOyTOpa YacoB. [pn 3ToM, Kak Mbl OTMeYanu B
pasgene «MpeobpasoBaHne MHGOPMALMKM MabIMU KNETKAMW S4ep MO3KEUKa,
eCnu pasHble MOLY/N VMET /0 C KOPPEMPOBaHHLIMM CUFHaIaMK1, OHK MO-
ryT COBMECTHO MCMO/b30BaTb CBOM pecypchbl. IHbIMM CI0BaMM, MOXHO CKa3aTb,
YTO 3aMoMMHAMLME CMOCOOGHOCTM BCEF0 MO3XKEYKa He MeHblle, YeM CymMa
3anoMMHatoLWMX CNoCOOHOCTEN BCex ero Moayneid. Takum obpasom, 106 Mo3-
YKEUKOBbIX MOAYNEN YenoBeka Croco6HbI 3aMOMHUTL CUTHasbl 06LLel Npogon-
XWUTENbHOCTbLH 0K0Mo 170 neT. B 3TOM paccy>kaeHnm ecTb cnaboe 38eHO0 — 1 Mc
[N9 «KBaHTa BPEMEHW» BblbpaHa HamM1 COBEPLLEHHO MPOM3BOIbHO. Kpome Toro,
HEe M3BECTHO, HACKONbKO AENCTBUTE/IbHO HE3aBUCMMBIMU MOTYT ObiTb pasHble
cuHanckl Ha KT, Apyrumu cnoBamu, HEO6X0AMMO 3KCNEpPUMEHTaNTbHOE n3Mepe-
HWe 3anoMMHaoLLeli COCOBHOCTY MO3XKEUKOBOTO MOAyns. Huke npmeogartcs
pe3ynbTaTbl BbIYUCIUTE/bHBIX IKCMEPUMEHTOB, MOKa3blBatOLLME MPUMEPHBIA Xa-
pakTep BO3MOXXHbIX 3KCMEPUMEHTOB MO ONpefe/ieHnto Npeaesna 3arnoMUHatoLLe
CMOCOBHOCTU MOPKEUKOBOTO MOLYSA.

Ha pwc. 9 npeacTtaBieHbl pe3ynbTaTbl BbIYUCAUTENIBHOIO 3KCNEPUMEHTa MO
BbIPaBHMBAHMIO BXOAHOr0O curHana Ha JIK npu pasHbix nepmogax OHOBOrO
Mep1OLMYECKOro NpoLecca Ha 3epHUCTLIX KNeTKax. B KayecTBe BHELLUHEro cur-
Hana JIK B0 BCex Cnyyasx 6pany CUHYCOMAanbHbIA Nepuoguyeckuii npoLecc ¢
OAHUM U TeM >Xe NeproAOM (419 YNPOLLEHNS BU3yaslbHOM OLIEHKN Pe3y/bTarta).
MOXHO 3aMeTUTb, YTO B TEX C/y4asx, Koraa nepviog (HOHOBOro mpouecca Ha
3ePHUCTBIX KNETKaxX NMPeBOCXOANT KOMIMYECTBO CUHAMNCOB 3ePHUCTLIX KNETOK Ha
KM, oTaenbHble Nepriofbl BHELLHETO CUrHaia OCTarTCs He cbanaHCpOoBaHbI.
Cxema 3TOro BbIYMC/IUTENBHOTO KCMEPUMEHTA MOXET ObITb MCNOMb30BaHa LIS
OL|EHKW MPefeNioB 3aNMOMUHAaHUSA B peaslbHbIX MODKEYKOBLIX MOLY/IAX.
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Puc. 9. CymmapHbIli cMHanTUYecKuin NpuToK K J1K, BHELIHWUIA cuHanTu-
YECKWIA NPUTOK K KOTOPO — Mepuoanyeckunii curHan ¢ nepuogom 800
(cnpasa, BHM3Y). JAUTENbHOCTb LKA aKTUBHOCTM Ha 3epHUCTLIX KeT-
Kax, Thackground YKa3aHa Ha pPUCYHKe. KONM4YeCTBO 3€PHUCTbIX KIeTOK
— 22536. B1gHO, YTO CyLLECTBEHHOE YXY/LUEHNE BblpaBHUBAHUA Hab/0-
[laeTcs Torga, Korga nepuog (hOHOBOTO CUTHasa Ha 3ePHUCTbIX KeTKax
NPEBOCXOANT KOMMYECTBO 3TUX K/eTOK: npu nepuogax 32000 n 64000
OTZe/IbHbIE LMK/Ibl BHELLHEr0 CUrHasia OCTalOTCA LIE/IMKOM He cbanaHcu-
poBaHbl. [1nA BCeX 3HaveHWli NepuogoB (POHOBOrO LMK/IA BblpaBHUBaHME
nposogunock B TedeHne 100 LMKIOB (hPOHOBOrO curHana
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Mo3xe4yoK M KOTHUTHBHbIE (DYHKIIUM

MosBnseTcs BCe OO/bLUE AAHHBIX O TOM, YTO MO3KEYOK MUIPaeT OYeHb Cyllle-
CTBEHHYIO PO/ib B KOFHUTMBHBIX MpoLeccax (Ito, 2006, 2008; Ackermann, 2008).
Mporpecc B MOHMMaHUM KOTHUTUBHbLIX PYHKLWIA MO3XKEUKa, B YaCTHOCTU, CBS-
3aH C ycrnexamv MONEKYNSPHON reHeTnkn. OBHapy>XeH reH, 0603Ha4YaeMblii Kak
FOXP2, myTauun B KOTOPOM MPUBOLAT K HapyLueHusm pedn. Kpome Toro, no-
Ka3aHo, YTO MyTauuW 3TOro reHa, B MepBYK0 O4vepelb, BAUAKOT Ha CTPYKTYpYy
MO3Xeuka. MyTauunn Bbi3bIBAIOT TAKXKE APYTrUe TUMUYHbIE «MO3KEUKOBbIE» Ha-
pyweHus asvkeHuii (Ackermann, 2008).

OGHapy)XeHO TpW TWMNa HapyLLEHWIA CBSA3aHHbIX C PeYbH MPY MOBPEXAEHNSX
reHa FOXP2.

3TV CUMNTOMbI YaCTUYHO ObIIN U3BECTHbI U paHblLe Y NaLueHToB C rnopa-
YXXEeHUAMMN MO3Keuka. Bo-nepsbix, 3T0 — TaK Ha3blBaeMas CKaHAMPOBaHHasA peyb.
OHa coCTOUT M3 MOHOTOHHO MPOU3HOCUMbIX CIOTOB. [NOABMXXHOCTL TEMNA peyun
N 1 ee 3MOLMOHabHasA OKpacka nponajatoT. , Kpome Toro, TeMn peyun y nauu-
EHTOB He MOXET MpeBblllaTh 3 C/0ra B CeKyHAy, B TO BPpeMsi Kak B HOpMe OH
MOXeT ObITb 1 B [eCATb pa3 Bbile. Bo BTOPbIX, HapyLUaeTcs Tak Ha3blBaeMas
BHYTPEHHSIA peyb — MPOM3HECEHNE TEKCTOB «MpO cebs». B-TpeTbux, HapyLla-
eTCs BOCMPUSATME C/IOB, B KOTOPbIX CYLLECTBEHHYIO POSib UTPAtOT BPEMEHHEIE
COOTHOLLEHMS MeXAY coramu. 3Tu (hakTbl YKa3bIBalOT Ha TO, YTO MOIKEYOK,
XOTA U He SBNSETCA HEO6XOAMMON YacTbH) HEPBHOM CUCTEMBbI 15 NPOSBEHUI
WHTENNIeKTa, TeEM He MeHee, B HOPME BK/IKOUYEH B BbIMO/IHEHWE VHTENEKTYa lb-
HbIX AENCTBUIA.

Oo6cyxnenue

V13 N3n0XKEeHHOro CrieflyeT, YTO OCHOBHbIE 3arafikv MO3Keuka MOXHO CY/TaTh B
3HaUYNTENbHOW CTeneHn pasragaHHbIMU. B 1960-x rogax 6b110 BbICKa3aHO Npea-
nonoxeHwve, uto JIB HacTpausaeT cBs3u MNB Ha KIM (Marr, 1969). MHorue rogpl
31EKTPOIN3NOIOTMUYECKMX IKCMEPUMEHTOB, [eTaslbHOro aHaamsa Mopgonorum
HEMpPOHOB M CBA3el M MaTeMaTMYeCKOro MOLEMPOBaHNSA CUCTEMbI NOKasau,
4TO 3Ta rMnoTesa B Lie/IOM BepHa. BmecTe ¢ Tem, NpOACHUNWCH [eTann Toro,
KaK peasM3oBaHa HaCTPOMKa CBA3E U Kakne PYHKLMN OHa MOXKET BbIMOMHATH.
OCHOBHbIE XapaKTepuCTUKM MeXaHW3MOB paboTbl MO3KeUKa, CTaBLUMX MOHAT-
HbiMK 6narogaps 40 rogam (OTcUYeT OT MOMeHTa ny6nukauum ctatbi [3suga
Mappa) KOMMNNEKCHbIX WUCCMef0BaHWiA, NPOBELEHHBIX BO MHOIMMX CTpaHax, pe-
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3HOMMNPOBaHbl HNXKE.

1. OCHOBHbIM (PYHKLMOHaIbHLIM B/IO0KOM MO3XKeuKa (siueiikoii) sensietcs JIK
¢ ynpasnsembiMu eto KIM (0T 2 go 17). Aueiika BKIOYaeT B cebs NeTN0 06-
patHoi cBsisn oT KIM Ha JIK. Auelikn MO3KeyKa BbINOMHAKT CBOM (PYHKLMK
3a CYeT nnacTuyHocTn cuHarcos MB Ha KI1. 3Ta niacTMYHOCTL onpefenserca
COOTHOLLEHVEM BpeMeH BO36yxaeHust J1IB u MNB. B pesynbTtare cHaNTUYeCKOM
NNaCTUYHOCTM CUHANMTUYECKMIA NPUTOK Ha JIK BbipaBHMBaETCA. TakuM 06pa3om
BX0f, Ha JIK 13 MO3euka («BHYTPEHHWI» BXO/) BOCMPOU3BOANT (C Koadhduuy-
eHTOM YCWIeHUS MUHYC eAMHMLIA) BHELLHWIA BXog Ha JTK. g Bocnpom3BeaeHNs
(BOCCTAHOBMEHNS) CUFHA/IA MCMOMb3YeTCA OYeHb LUMPOKWIA CMEKTP MH(opMa-
LMK, [OCTaBNSEMON B KOPY MO3Xe4ka MLUMCTbIMM BOOKHamu. ToMbKo nogo6-
HbIM BbIPaBHUBAHNEM MOXXHO 00bSCHWUTb CBOMCTBA (IYHKLMOHA/IbHOW NPUBA3KN
aKTMBHOCTU KNeToK MypkuHbe B paboTte (Noda, Suzuki, 1979). YHuBepcanb-
HOCTb (Of4MHAKOBOCTb) CTPYKTYPbl MO3XKEYKa BO BCEX €ro OTAenax MokasbiBaeT
YHUBEpPCaNbHY HEO6X0AUMOCTb peanu3yemoii M onepauumn 41 pasHbIX 3agaq
opraHu3ma.

2. OTfeNbHble MO3XEUYKOBbIE MOLY/IM paboTatoT He He3aBMCKUMO. Bo-nepBbIX,
Y HUX B 3HAYUTENbHOW CTEMEHUN OBLLMIA MOTOK BXOAHOM MHA(OPMaLMK OT MLLK-
CTbIX BO/IOKOH. BO-BTOPbIX, KNETKM A7ep MO3KeUKa, y4acTBytoLve B nepegade
curHana ot KI K JIK, yyacTBytoT B paboTe MHOIMX mogynei. B cnyyae, korga
BHELLHMe CUTHa/bl MOLY/el, UMEIOLMX 06LUMe KETKU AAep KOPPenvpoBaHbl,
KT 3KOHOMSAT 3HauMTe/IbHbIE PECYPChI MO CPABHEHWIO C HE3aBUCUMOI paboToii
TeX XKe MOoAynei.

3. BblpaBHMBaHVE CMHANTMYECKOro NPUTOKA K JTK MOXKET ObITb MCMO/b30Ba-
HO MO-pa3HOMY, B 3aBMCMMOCTM OT CBOICTB BHELUHero curHana J1IK n napamet-
POB MET/M 06PaTHON CBA3N MOIDKEUKOBON f4Yeiikn. B YacTHOCTW, ecim Masble
KNeTKM AP 3afepXXMBatoT (HanpyMep, B CUy 60/bLIOK NOCTOSIHHON BPEMEHN)
noctynneHue curHanos ot KI Ha J1IK, To Bbixog KIM B HaCTpOEHHOM COCTOAHUN
npeackasblBaeT BHELWHWIA curHan Ha JIK. Takoe npefckasaHMe OYeHb BaXKHO B
3afjauax ynpaeneHus ABMXKEHUSMU, KaK 3TO NPOAEeMOHCTPUPOBaHO B (Spoelstra
et al., 2000). OnepexxeHune «Bbly4eHHON» peakuyuy K No cpaBHEHMIO C BHELL-
HVUM curHanom JIK BaKHO B y4acCTuM MO3KeuKa B MUraTe/lHOM YC/TIOBHOM pe-
thnekce. B mogenvposaHum atoro sisnedms M. Mayk (Medina et al., 2000) npea-
NONOXWI, YTO CUTHAM Ha MUTaTe/IlbHOE ABMKEHWE NOCTYMNaeT Ha BHELLHWIA BXOS,
JIK, KIM KOTOpbIX 06bIY4HO TOPMO3AT MUraTe/slbHoe ABVKEHME. ocne MHOMMX
co4yeTaHmWin 6e3yCNIOBHOIO CTUMYyNa C yCcnoBHbIM, Kl ¢ HEKOTOPLIM OMepeXXeHN-
€M M0 OTHOLUEHWI0 K CTaHAapTHOMY BPeMeHU nofadu 6e3yCcnoBHOro curHana

VITK 001(06)+004.032.26 (06) Heiipontbie cern 43



ISBN 978-5-7262-1225-8 NEKLIMM MO HENPONH®OPMATUKE

3aMOJIKaeT, BbI3blBasi TeM CaMbIM HE0OX0AVMOE MUTaTeNibHOe ABVkeHne. CurHa-
oM Ha BbIkntodeHne KI sBnseTcs nosieneHve Ha Bxoge KIM Toi adidpepeHTHONR
06CTaHOBKM, Ha (DOHE KOTOPOI BO BPEMS MPOBEAEHWSI COYETaHWn MOSBAANCA
6e3yCnoBHbIV CTUMYN. HenocpeacTBEHHO KOHTPOMPYEMbIM 3KCNEPUMEHTATO-
poOM MapameTpoM 3TOl adihepeHTHON 06CTaHOBKM ABNSETCSA BPEMSA, MPOLLed-
LLiee C HaYana Nofayy yCn0BHOIO CTUMYNa. SKCNEPUMEHTATOPbI OTMEYAI0T, YTO
TO/IbKO COXPaHHOCTb MO3XKEYKa MO3BOMSET NPaBW/IbHO BOCMPOW3BOANTL MHTEP-
Ba/1 MeXy Ha4ya/loM YC/IOBHOTO CTMMY/a U YCNOBHO-PeIEKTOPHLIM OTBETOM.
VIHTepecHO, YTO C 3TOI TOYKM 3PEHUST «HECMOCOOHOCTb» XKMBOTHOIO Andde-
PEHLMPOBaTL ANNTENbHbIE MHTEPBA/bI MEXAY HavyasioM YCI0BHOIO CTUMYna U
npeabsBneHremM 6e3yCcnioBHOIO CTUMYMa MOXET ObITb 00yCnoBfeHa TeM, 4TO
Ha 60/bLUIMX MHTepBasax OT Hayasa YCMOBHOIO CTUMYyna apepeHTHbIA CurHan
MOXET He HeCTV NMPU3HAKOB, OAHO3HA4YHO CBA3AHHbLIX C MHTEPBA/IOM MeXay Te-
KyLMM MOMEHTOM ¥ Ha4asioM YC/IOBHOIO CTMMyfa. Ha mMasbix BpeMeHax Takas
NH(opMaLWs UMEETCS B CUNY HECTALMOHAPHOCTY peakLuy HeMPOHOB Ha BKIIHO-
yeHve Ntoboro Bo3aeincTens. Ha 60/bLIMX BPeMEHaX MOCTOSHHbIX BPEMEHHbIX
MapKepoB, CBA3aHHbIX C BK/IHOYEHWEM YCNIOBHOIO CTUMYNA, MOXET HE ObITb.

Ba)XHOI Npo6/1eMOI MORKEUKOBOI (h13MONOTMN ABMISIETCA UAEHTU(MKALMA
KOHCTaHTbl € U OyHKUMK \ (—) B ypaBHeHUM (2). Bapuaumm Bo BpemeHW Mor-
N Bbl MPMBOAMTL K TOMY, YTO MO3XKEYKOBAs NaMATb CTAHOBUTCA MOCTOSIHHOWA,
1K, Hao60opPOT, BbICTpee CTUPaeTCA. BaXKHO NOHATL, UMEKOTCA /X €CTECTBEHHbIE
3HJOreHHbIe (PaKTOpbl B MORKEUKE, BAUAIOLLME Ha 3Ty KOHCTaHTy. Bonpoc o no-
CTOSIHCTBE MapameTpoB . () MOXHO 6b110 Obl PELLUUTL MYTEM AONTOBPEMEHHOIO
HEMpepbIBHOIO HaboaeHNs 3a akKTMBHOCTLIO JIK. OayH 13 MepBbIX BOMPOCOB
30€Cb — HaCKO/bKO CTabu/ibHa U HaCKOMbKO pasnnyHa y pasHbIX KIETOK Be-
unHa Teq,,. AHANN3 CTATUCTUYECKMX XAPAKTEPUCTUK akTUBHOCTU JIK u 1X
CPaBHEHME C XapaKTepucTMKamu MogenbHbiX JIK (Kak, Hanpumep, Ha puc. 74)
Mo3BOMNM Obl NyYllie OXapaKTepn30BaTb Hamumne U/nam xapakTepucTnkn cTo-
XacTMNYecKo AMHaMMKM Kak (hakTopa, OnpefenstoLero napaMeTpbl 3TON akTuB-
HOCTW.

W, HakoHeL,, OrpOMHOE 3HaYeHue 15 YrNy6neHHOro NOHUMAaHNA MexaHu3-
MOB MO3Xeuka umeeT peructpaums nap K1, ynpasnsembix ogHoi JIK (cm.
pasgen «B noroHe 3a BnusHeuamu»). CpaBHEHWE aKTMBHOCTW TakKMX K/ETOK
B Pa3HbIX (PYHKLMOHA/IbHBIX COCTOSHMSAX U MPU PasHbIX BO3AENCTBUAX MO3BO-
QAT MONYYUTb KOIMYECTBEHHYO MH(OPMaUM0 0 paboTe «/IMaHHOr0» MOAYns
B YC/IOBUAX €CTECTBEHHOrO, BbIpabOTAHHOIO A0 BMeELUaTeIbCTBa 3KCMEepPUMEH-
Tatopa, nosedeHVs. Buayumo, conoctasnieHne 3KCNEPUMEHTOB JaHHOMO Tuna ¢
3KCMEepMMEHTaMM B (IM3MKe BbICOKNX SHEPTUI (31EMEHTapHbIX YacTuL) MOXeT
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6bITb OMpaBAaHO. B 060Mx cnydasx uulyTca cobbITus, obnagatolme onpeae-
NEHHbIMU OYEHb PEAKO BCTPEYAOLLMMICA CBOMCTBaMU. AHaNM3 XapakTepucTuK
TaKMX COObITWIA NO3BONISIET MOATBEPAWTL UM ONPOBEPTHYTh TEOPETUYECKME MO-
CTyNaThl O CBOWCTBaX CUCTEMBI.

YoKe aHann3 akTUBHOCTY HEOO/bLLIOTO YMC/a 3aperncTpmMpoBaHHbIX nap K-
«BNM3HEL0B» fan MHOPMaLMIO, CYLLECTBEHHYIO [/15 Pa3BUTUS TEOPETUYECKUX
NpeAcTaBneHniA 0 paboTe 371IEMEHTOB KOpbl MO3Xeuka. B yacTHOCTH, cAaBMr Mo
BpemeHn mexay CW KI-61m3Hel0B faeT maclutab BpeMeHH, CyLLECTBEHHbIN
AN HACTPOIKM NapaMeTPOB MO3XXEUKOBbIX MOAyNeid. Halum gaHHble NokasbiBa-
tOT, YTO pasHuua BpemeH reHepaummn CU pasHbiMu BeTBAMU JIB MOXeT focTu-
ratb 1.5 mc. B T0 )e BpeMsi BeNIMUMHA BPEMEHHOIO cABuUra CTabunibHa: qyKTy-
aumm coctaBnAT 0Koso 10%. BecbMa CyLLeCTBEHHO BbISIB/IEHHOE MPY aHam3e
akTMBHocTY nap KIT 6/10KkMpoBaHue NpoBefeHNs UMMNY/bCca OT KETKUA HUKHUX
O/MB B AuUCTasibHble BeTBU J1B. BepoATHOCTb 6/10KMPOBaHUSA CUMIbHO 3aBUCUT
OT uHTepBana mexgy CW v apyrvux napameTpoB TeKYLLER akTUBHOCTU AaHHOM
K. iHTepeceH Bonpoc 0 cooTHoLeHun thopmbl CU KIM-«61m3HeloB». MNepuo-
Abl 6bICTPbIX KoNebaHuii BHYTpu CU (cm. puc. 3a) y KI ¢ 06wwmm JIB — pasHeble,
4TO rOBOPUT B NOJIb3Y HE3aBUCKUMbIX MEXaHW3MOB reHepaLyy BTOPUYHbLIX MakK-
cumymoB CU 'y «b6nmsHeLoB». TakuM 06pa3soM MOXHO KOHCTaTMpOBaTb, YTO
MexaH13Mbl PaboTbl MOKEUKa MPaKTUYecKy nepectany 6biTb terra incognito.
BmecTe ¢ Tem, NyTb OT MEPBUYHOTO MOHUMAHUA TPy6O CXeMbl MPOLIECCOB B
CUCTEME [0 AETa/IbHOrO OMMcaHms ee PYHKLMOHMPOBAHWA MOXET ObITb fOCTa-
TOYHO JONrUM. Mbl HaxoamMmcsl, hakTUYeCcKu, B Hayase 3Toro nyTu.

Jlureparypa

[AyHuH-Bapkosckuid, Mognaguukosa, 2002]. Ayrun-Bapxosckuii B.JI. , TToonaduukosa
JI. H. VlccnefoBaHne posin NMaHHbIX KIETOK B paboTe MO3KEUKOBbIX mogynei //
Hetipoxomnvmepot, 2002, Ne 7-8, c. 47-64.

[AyHuH-Bapkosckuid, SlapnoHoBa, 1976]. /[yuun-Baprosckuii B.JI., Jlapuonosa H.II.
O6 aKTMBHOCTW HEPOHOB MO3Xeyka Nsarywku in vitro // Matepmansl VI Bceco-
H03HOI KOH(epeHUun no anekTpogmnamonorun LIHC. — KayHac, 1976, c. 149.

[BoiwwmHekuid u gp., 2003]. Beuwunckuii JI.J1., Tpunes H.JI., [{ynun-Baprosckuii B.JI.,
@nepos FO. A., Hluporkos H. 1. MOHUTOPWHT, aHan3 1 NPOrHO3MpoBaHWe MoBeje-
HWS MHOrOareHTHbIX CUCTEM Ha 6a3e HeMpPOKOMMbIOTEPHON MOAENN MO3XKEeuKa. —
BbluncanTenbHblid LeHTp uMm. A. A. [JopogHuubiHa PAH, Mockga, 2003, 60 c.

[AyHuH-BapkoBckuid u ap., 1987]. Jlynun-baprosckuii B.JI., JKyrosckas H. M., Jlapuo-
nosa H. I1., Yatinaxsn JI. M., Yyoaxos JI. F. YBennyeHune ageKTMBHOCTA CrHarNCcoB

VITK 001(06)+004.032.26 (06) Heiipontnie cern 45



ISBN 978-5-7262-1225-8 NEKLIMM MO HENPONH®OPMATUKE

napasine/bHbIX BOMIOKOH Ha KieTkax MypKuHbe NAryLKy nocse O4HOBPEMEHHON aK-
TUBALMMN NINAHHBLIX 1 NapanienbHbIX BONOKOH // Hetipogusuonoeus, 1987, 1. 19, Ne 2.
- C. 156-164.

[AyHuH-Bapkosckuii u op., 1997]. Jynun-baprosckuii B.JI., Mapxun C. H., [Tooraouu-
xosa JI. H. OLUeHKa BKNafa MpoCTbIX U CMOKHBIX UMMYNbCOB KNETOK [ypKuHbe B
NOKa/bHble NOTeHUMabl Kopbl Mo3Xeuka // Buogusuxa, 1997, T.42, ¢.516-520.

[AyHuH-Bapkosckuii u op., 1999]. Jynun-baprosckuii B.JI., Mapxun C. H., [Tooraouu-
koea JI. H., Bynu JI. M. CBOWCTBa aKTUBHOCTW BETBEW /IA3ALLEr0 BOOKHA NHHEPBM-
PYIOLLEro pasnuyHble KNeTku MypkuHbe, buogusuka, 1999, T.44, c. 1056-1063.

[AyHuH-BapkoBckuid, 1978]. /ynun-Baprosckuti B.JI. VIH(hOpMaLMOHHbIE NMPOLECCH! B
HeMPOHHbIX CTPYKTypax. — M.: Hayka, 1978.

[Mognagunkosa v ap., 2002]. ITooraduuxosa JI. H., Bondapws I I, [dynun-Baprosckuil
B.JI. OCO6EHHOCTN aKTUBHOCTU «ObICTPbLIX» U «MefIEHHbIX» KNeToK [MypKuHbe
Mo3Keuka. buogusura, 2002, T.47, Ne 2, c. 338-344.

[Ackermann, 2008]. Ackermann H. Cerebellar contributions to speech production and

speech perception: psycholinguistic and neurobiological perspectives. — Trends in
Neurosciences, 2008.

[Albus, 1971]. Albus J.S. A theory of cerebellar function // Math. Biosci., 1971, 10,
pp. 25-61.

[Artinian and Finch, 2003]. Artinian L. R., Finch E. A. Dual role of ryanodine receptor
during parallel fiber — Purkinje cell synaptic transmission // Soc. Neuroscience Ann.
Meeting, New Orleans, 2003, Poster Presentation No. 426.21.

[Baker and Golub, 1991]. Baker G. L., Golub J. P. Chaotic dynamics. An Introduction.
— Cambridge University Press, New York, 1991.

[Bell and Kawasaki, 1972]. Bell C.C., Kawasaki T. Relations among climbing fiber
responses of nearby Purkinje cells // J. Neurophysiol., 1972, 35, pp. 155-169.

[Colin et al., 1980]. Colin F., Manil J., Desclin J. C. The olivocerebellar system. Delayed
and slow inhibitory effects: An overlooked salient feature of the cerebellar climbing
fibers /I Br: Research, 1980, 187, pp. 3-27.

[Dunin-Barkowski et al., 1993]. Dunin-Barkowski W L., Khandozhko LI,
Podladchikova L. N., Markin S.N. In search of cerebellar climbing fiber Purkinje
cell twins // Proceedings of the IJCNN’93 Nagoya, 1993, Vol. 1, pp. 121-122.

[Dunin-Barkowski et al., 1995]. Dunin-Barkowski W., Markin S., Podladchikova L. HEP
type experiments in cerebellar research // Neural Networks for Physicists No. 5, 1995,
Minneapolis: UMN, pp. 112-120.

[Dunin-Barkowski, Markin et al., 1999]. Dunin-Barkowski ~ W.L.,  Markin ~ S.N.,
Podladchikova L. N., Wunsch D. C. Climbing fiber purkinje cell twins are found //
Proceedings of IJCNN’99, Washington, DC, 1999, Vol. 1, pp. 180-183.

46 VITK 001(06)+004.032.26 (06) Heiiponnbie cetn



B. 1. AYHVH-EAPKOBCKWIA

[Dunin-Barkowski, Shishkin et al., 1998]. Dunin-Barkowski ~W.L., Shishkin S.L.,
Wunsch D. C., Sukharev A. A. Computational intelligence and cerebellar enigmas //
Proceedings of IJCNN’98, Anchorage, Vol. I, 1998, pp. 640-645.

[Dunin-Barkowski, Shishkin et al., 1999]. Dunin-Barkowski ~W.L., Shishkin ~S.L.,
Wunsch D. C. Stability Properties of Cerebellar Neural Networks: The Purkinje
Cell - Climbing Fiber Dynamic Module // Neural Processing Letters, 1999, Vol. 9,
No. 2, pp. 97-106.

[Dunin-Barkowski and Wunsch, 1999]. Dunin-Barkowski W.L., Wunsch D.C. Phase-
based storage of information in the cerebellum // Neurocomputing, 1999, Vol. 26-27,
No. 1-3, pp. 677-685.

[Dunin-Barkowski and Wunsch, 2000]. Dunin-Barkowski W.L., Wunsch D.C. Phase-
based cerebellar learning of dynamic signals // Neurocomputing, 2000, Vol. 32-33,
pp. 709-725.

[Dunin-Barkowski, 2002]. Dunin-Barkowski W. L. Analysis of output of all Purkinje
cells controlled by one climbing fiber cell // Neurocomputing, 2002, Vol. 44-46,
pp. 391-400.

[Ekerot and Jorntell, 2001]. Ekerot C.FE, Jorntell H. Parallel fibre receptive fields of
Purkinje cells and interneurons are climbing fibre-specific // Eur. J. Neurosci., 2001,
13, pp. 1303-1310.

[Fredette and Mugnaini, 1991]. Fredette B.J., Mugnaini E. The GABAergic cerebello-
olivary projection in the rat // Anat. Embriol., 1991, 184, pp. 225-243.

[Gilbert and Thach, 1977]. Gilbert P.F.C., Thach W.T. Purkinje cell activity during
motor learning // Brain Research, 1977, 128, pp. 309-328.

[Hawkins and Blakeslee, 2004]. Hawkins J., Blakeslee S. On intelligence. — Time Books,
NY, 2004, 565 pp.

[Ito, 1984]. Ito M. The cerebellum and neural control. — Raven Press, New York, 1984.

[Ito, 2001]. Iro M. Cerebellar long-term depression: Characterization, signal
transformation, and functional roles // Physiol. Reviews, 2001, 81, pp.1143-1195.

[Ito, 2006]. Iro M. Cerebellar circuitry as a neuronal machine // Prog. Neurobiol., 2006,
\ol. 78, pp. 272=-303.

[Ito, 2008]. Iro M. Control of mental activities by internal models in the cerebellum //
Nature Reviews Neuroscience, 2008, Vol. 9, pp. 304-313.

[lto et al., 1982]. Ito M., Sakurai M., Tongroach P. Climbing fiber induced depression
of both mossy fiber responsiveness and glutamate sensitivity of cerebellar Purkinje
cells // J. Physiol., 1982, 324, pp. 113-134.

[Linden, 1996]. Linden D.J. Cerebellar long-term depression as investigated in a cell
culture preparation // Behav. and Br. Sci., 1996, 19, pp. 339-346.

VITK 001(06)+004.032.26 (06) Heiipoumbie cern 47



ISBN 978-5-7262-1225-8 NEKLIMM MO HENPONH®OPMATUKE

[Marr, 1969]. Marr D. A theory of cerebellar cortex // J. Physiol., 1969, 202, pp. 437-
470.

[Mauk and Donegan, 1997]. Mauk M., Donegan N. A Model of pavlovian eyelid
conditioning based on the synaptic organization of the cerebellum // Learning and
Memory, 1997, 3, pp. 130-158.

[Medina et al., 2000]. Medina J. F,, Garcia K. S., Nores W. L., Taylor N. M., Mauk M. D.
Timing mechanism in the cerebellum: Testing predictions of a large-scale computer
simulation // J. Neurosci., 2000, 20, pp. 5516-5525.

[Noda and Suzuki, 1979]. Noda H., Suzuki D. The role of flocculus of the monkey in
fixation and smooth pursuit eye movements // J. Physiol., 1979, 294, pp. 335-348.

[Rosenblatt, 1962]. Rosenblatt F. Principles of neurodynamics: Perception and the theory
of brain mechanisms. — Washington, DC, Spartan, 1962.

[Sasaki et al., 1989]. Sasaki K., Bower J., Llinas R. Multiple Purkinje cells recording in
rodent cerebellar cortex // Eur. J. Neurosci., 1989, 1, pp. 575-586.

[Spoelstra et al., 2000]. Spoelstra J., Schweighofer N., Arbib M. A. Cerebellar learning
of accurate predictive control for fast-reaching movements. Biol. Cybern., 2000, 82,
321-333.

[Sugihara, 2006]. Sugihara I. Organization and remodeling of the olivocerebellar
climbing fiber projection // Cerebellum, 2006, Vol. 5, pp. 15-22.

[Sugihara et al., 2001]. Sugihara I., Wu H.-S., Shinoda Y. The entire trajectories of single

olivocerebellar axons in the cerebellar cortex and their contribution to cerebellar
compartmentalization // J. Neurosci., 2001, 21, pp. 7715-7723.

[Voicu, 2008]. Voicu H. The cerebellum: An incomplete multilayer perceptron? //
Neurocomputing, 2008, Vol. 72, pp. 592-599.

Butanmii Jibeosuu JYHWUH-BAPKOBCKHWM, [0OKTOp (hU3MKO-MaTeMaTui-
UeCKMX HayK, npodeccop, 3aBegytoLmnii OTaenom HepovrHhopmaTukm LieHTpa
ONTMKO-HEMPOHHbIX TexHonornin HNNCW PAH, anpektop HV Helipokn6ep-
HeTuku uM. A. B. KoraHa (B 1990-1995 rogax), Mpe3naeHT-ocHoBaTeNb Poccuid-
CcKoi Accoumaumm HeripovHgopmatukm (1991 roa), aabroHKT-npodgeccop Texac-
CKOro TEXHOM0rn4Yeckoro yHmeepcuteTa (¢ 2006 roga), aBTop OAHOTO M3 NEPBbIX
B MMpe NpoeKToB Helpo-CBNC (1974 rof), HECKOMbKMX MOHOrpaguii U MHO-
rux ctarteii (c 1965 roga) no HelipoMH(OPMaTUKE U TEOPETUYECKON 1 3KCNepw-
MeHTa/IbHOV 6MOM3NKe PasNNUHbIX OTAEN0B HEPBHOW CUCTEMbI (B YaCTHOCTH,
MO3XeYKa 1 CTBO/MA MO3ra).



