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IHocaeaoBaTeJIbHOCTH YIPOILUEHUA B MATEMATHYECKHUX
MOJeJISX EPBUYHOMN 3PUTEIbHOU KOPbI

Yuxos A.B.”

Qusuxo-mexuuyeckutl uncmumym um. A.@.Uoppe PAH, C.-Ilemepoype, 194021, Poccus

Annomayus. llocTpoeHa  uepapxXuueckash IIOCIEAOBATEIbHOCTh  MOJENeH
MIEPBUYHON 3pUTENBHON KOpPBI, 00padaTbBarommx wH(popManuioo o0 OpHUeHTAINU
3pUTENBHBIX CTHMYJOB. Haunbonee mompoOHasi Mojens OCHOBaHA Ha MOJAEIH
NONYJISILUU PEaTUCTUYHBIX HEWPOHOB THIA XomkKruHa—XaKciy,
copmynupoBaHHO#l B TepMuHax pedpaxreproii mrorHoctu (Conductance-Based
Refractory Density (CBRD) approach). KoHTHHYyM pachpeaeieHHbIX BIOJIb
IIOBEPXHOCTU KOpbI IMOMNYJSALUNA HEUPOHOB B3aUMOJIEHUCTBYET IIOCPEACTBOM
CHHANTHYECKUX CBs3eil. OmnpeneneHHbli HaOOp MapaMeTpoB BHYTPUKOPKOBBIX
CBsI3ell W BHEIIHEW TajdaMudeckoi crumyssin (pinwheels) o6ecneurBaet
CBOWCTBO KOPBI BBLACTATH OPUEHTAIUIO CTUMYJIA MPH Pa3IHUYHON CTETNICHH ero
KOHTpacTa. Mojenb peaJuCTUYHO BOCHPOM3BOAMUT CTAllMOHAPHBIE M IEPEXOTHbIE
PEKUMBI AKTUBHOCTH KOpbL. OTallbl PEeIyKIMU MOJIHOHM MOAETH COCTOST B
cinenyromieM: 1) aganTuBHBIC BO30YKAAIOIINE HEHPOHBI C ABYMsI KOMIAPTMEHTAMU
W HEaJanTHBHbIE HMHTEPHEHPOHBI 3aMEHSIOTCS Ha  HEWPOHBI-TIOPOTOBEHIE
MHTETPaTopbl, 2) apXUTEKTypa THIEPKOJIOHOK THma pinwheel ammpokcumupyercs
KOJIBLIOM B TIPOCTPAaHCTBE OpPUEHTAIMi TPaJUEHTOB SIPKOCTH CTHMYJA,
3) cuHanTHYecKas KHHETHKA BTOPOTO MOPS/IKA 3aMEHSETCS MTHOBEHHOM, 4) YHCII0
HEHPOHHBIX MOMYJSLUNA CHWXAETCS C ABYX A0 OAHOTO, 5) MOAXOA Ha OCHOBE
pedpakTepHON IIOTHOCTH U HEHPOHOB-TIOPOTOBBIX MHTETPATOPOB 3aMEHSETCS
ypaBHeHueM ®oxkkepa—Ilnanka (PII) g HEHPOHHONH IIOTHOCTH KaKAOH
NOMyJSIMMM B TNPOCTpaHcTBE  MeMOpaHHOro  moreHuuana, 6) @Il
anMnpoOKCUMHUPYETCSl YacTOTHOH MOJENbl0, OCHOBAaHHOM Ha CTallMOHAPHOW
3aBUCHMOCTH YaCTOTBI OT BXOJHBIX MPOBOJUMOCTH U TOKa, f-1-G-3aBucumocty, u
7)  f-1-G-3aBHCMMOCTh  amNNPOKCHMHUpYyETCs  JIMHEWHOW  moporoBoit  f-I-
3aBUCUMOCTBIO. TeM cambIM, peayKUusl MPUBOAUT K YACTOTHOM MOJENH KOJIbLA.
CpaBHeHHMe Mojienell BBISBISICT POJIb JIOMYNICHUH, CIACNaHHBIX MPU MOCTPOCHUH
YIPOLIEHHBIX MOJENEH.

Knwuesvie cnosa: 3pumenvhas Kopa, Helpon XooOockuna—Xaxcau, HeupoHHbie
nonyasayuu, ypasuenue Dokkepa—llianka, Mmoderb Ha OCHO8e peppaxkmepHou
NIOMHOCMU.

BBEJIEHHUE

HelipoHbl mepBUYHON 3pUTENBHONM KOpBI OpPraHU30BaHbl B KOJIOHKH, OTBEYAIOLIME Ha
CTHMYyIN ompeaeneHHoi opuenTtanuu [1]. Habop KOMOHOK BCEBO3MOMKHBIX OpHEHTAIMA
COCTaBJISIET TUNEPKOJOHKY (puc. 1). ['MIepKOoNIOHKH MPUHUMAIOT CHTHAJBI CO 3PUTEIBHON
uH(pOopMaliel CorjlacHO peTUHOTONnUYecKoi npoekuuu. [Ipocreiinias Moiens, oTpaxatomias
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3(PeKTh OPUEHTAMOHHON CEIEKTUBHOCTH HEWPOHOB OJIHOM THIEPKOJIOHKH, OCHOBaHa Ha
YaCTOTHOW MOJIEIM U pacCMAaTpUBAET PACIpPENEIEHHBIE IO KOJbIYY MOMYJISIUU OJHOTUIIHBIX
HEWPOHOB, MPEINOYUTAONIMX CTUMYJI C ONpEAcHEHHBIM YyIriIoM opHeHTanuu, Firing-Rate
Ring Model (FR-ring) [2]. B Hactosimieii sxe padoTe mpeziaractcsi OMOpU3HMUECKH JIeTalbHas
MO/JIeJIb, BCE 3JIEMEHTHI KOTOPOW HEOOXOIUMBI ISl BOCIIPOU3BEACHUS XapaKTePHBIX OTBETOB
HEUPOHOB 3PUTEIBHOM KOpPBl IIPU 3PUTENBHOM WM BHEKIETOYHOM BJIEKTPHUYECKOU
CTUMYJISILIVY.

o

Puc. 1. CxemaTuuHOe mpeacTaBieHue opueHrannonnoi runepkosionkd (UK, pinwheel) u getsipéx I'K,

NpeACTaBIAoMUX |MM? TepBUYHON 3puTeNnbHON Kophl. Kaxplil cexktop 'K — KoJOHKa — MOJydaer
MPEUMYIIECTBEHHO CTUMYJI OIPeIeTICHHOM OpueHTaIui. MHOXEeCTBO OpPHUEHTAIMH COCTaBIIAET KOJIbIIO.

A

JIns moCTpOCHWST M aHaIM3a NOAPOOHOH, HO BBMUCIUTENbHO 3(pdexTuBHOM 2-d
pacrpeseIeHHOW MOJENIM B3aUMOJCHCTBYIOIUMX TMONYJSIIMNA  3PUTEIBHOM KOpbI  OBLI
UCIIOJIb30BaH HEAABHO pa3paOOTaHHbBIN MOJIXOJ JJs ONMCAHUS OJHOM MOIMYJSALKUNA HEHPOHOB
Tuna XOJUKKMHAa—XaKCiaW, TJAe MO0 MNONyIsAiued IOHUMAaeTcss OeCKOHEYHOe YHCIIOo
HECBSI3aHHBIX HEHUPOHOB, MOJIYYAIONINX OOIIMII BXOJHON CUTHAJI U PA3IMYHBIA JIJIS1 KaXKIOTO
mym [3-5]. Takoit momxon HaseiBaercst Conductance-Based Refractory Density (CBRD)
approach — moaxox Ha ocHoBe pedpakrteproit miorHoctd. CBRD-moxxon moxer ObITH
3¢ (}EeKTUBHO HUCMOIb30BaH JJIs PEAIUCTHYHOTO MOJEIMPOBAHUS AKTHBHOCTHU CBS3aHHBIX
HEWPOHHBIX monyiasuui. B ciysae 2-d mojenu Kopsl MOAXOJ MpeajaraeT CHCTEMY
YpaBHEHMI B YaCTHBIX MPOU3BOJHBIX C HE3aBUCHUMBIMH KOOpPAMHATAMM MPOCTPAHCTBA, (a3bl
U BPEMEHHU.

C apyro# cTOpOHBI, CHIIBHO yIpOLIEHHAass Mojienb FR-ring mpeasaraer sicHoe 00bsCHEHHE
MEXaHU3Ma YCWICHHMS CUTHAJIa OPUEHTAMM HEWpPOHAMU NEPBUYHOW 3PUTEIBHOM KOPBHI, a
Takke d(pdexkrta HHBAPUAHTHOCTU OTBETA KOPBI K KOHTpacty ctumyuna. [Ipu stom FR-ring
MoJieIb 00J1a/1aeT JIMIIb MATHIO TapaMeTpaMu U J0MYyCKAeT aHAIMTUUYECKUH aHalIn3 pelIeHU.
Ha minockocTH OCHOBHBIX MapameTpoB, KO3((HUIMEHTOB BHYTPHUKOPKOBBIX CHHANTHUYECKUX
ceaseit, FR-ring wmoaens  mpenckaspiBaeT — IpaHHMIBI  O0JAacCTH € PEIICHUSIMH,
COOTBETCTBYIOIIUMH YIOMSHYTBIM »(dekTaMm. 3agaya HacTosmed paboThl cocTosuia B
HAXO0XJICHUU TPOCKIMOHHBIX COOTHOIICHUN MEX Iy OMOpHU3NUECKH MOIpoOHOH 2-d MOIENBI0
koppl u FR-ring Mmonenbto. HaliieHHbIE COOTBETCTBUSI CHUCTEMATH3HPYIOT —IEIYIO
MOCJIEI0BATEIBHOCTh XOPOILIO M3BECTHBIX MoJieneld HeMpOPU3UKHU, OOBIYHO HCIHOJB3YEMBIX
nopo3Hb. Tem cambIM, pe3yabTaTbl MATEMAaTUUECKOIO aHAIN3a IIPOCTBIX MOJIENEH CTaHOBATCS
NPUMEHUMBIMU ISl CJIOKHBIX, U HA0OOpPOT, BBIBOJABI M JIOMYHICHHUS MPOCTHIX MOAeNei
BepUDULIUPYIOTCS C TTOMOIIBIO CIIOKHBIX.

METO/bI

1. Moaean eTMHUYHOI HEHPOHHOI MOMYJISMA

PaccMOTpUM IIyTh TIOCTPOEHHMST MOJEIEH MaKpPOCKOIUYECKOTO YPOBHS U3 MOJENei
CIMHUYHBIX He#poHnoB. OOmmMi (HopMaabHBI MyTh BBIBOJA YPaBHEHHH aKTHBHOCTH
HoMyJIsiuK  HelipoHoB wu3BecteH [6]. On Hocur HasBanume Density Approach. Tlox
nonyysiuei OymaeM MOHMMAaTh HAOOp OECKOHEYHOro KOJIMYECTBA IMOJOOHBIX HEWPOHOB,
pa3IUYArOIIUXCs MO0 CBOMMH IIapaMeTpaMH, HAIpUMeEpP, IOPOroM BO30YKICHHS, KOO
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GiyKTyalusiMi BXOJHBIX BO3/CHCTBHI, HallpuMep, CHHANTHYECKUX TOKOB. B o0miem Takom
Cly4ae MOKHO 3anucaTh ypaBHEHHE €IMHUYHOTO HEHPOHA B BUJIE

dv. - _. =

—=F()+S,

dt

rae V — BEeKTOP COCTOSHUS HEMpoHa (ISl KIIACCHYECKUX YpaBHEHHH XOKKHHA—XAaKCIH 3TO
BekTop ¢ KommoneHtamu (V, m, h, n), T.c. MeMOpaHHBIM MOTEHIIMAIOM H O€3pa3sMEpHBIMH

napamMeTpamM aKTUBAllUM U MHAKTHBALIMHA HATPUCBLIX U KAJIMCBBIX KaHaJ'IOB); F - O6IJ_[aH I

BCEX HEHPOHOB MpPaBasi 4acTh YPABHEHMH, S — IIyM, OTPAKAOLIMI PA3THUMS COOCTBEHHBIX
[IapaMeTpoB HeHpoHa JIM00 pa3aInuusl BXOIHBIX IapaMeTPOB.

[Tonmynsimust HEHPOHOB MOKET OBITH MpeACTaBieHa paclpeneicHueM HEeHpOoHHOU
IUIOTHOCTH B TIPOCTPAHCTBE MapaMETPOB COCTOSHUS, T.e. B (a30BOM MPOCTPAHCTBE,
COCTaBJICHHOM M3 KOMITOHEHTOB BeKTOopa V. YpaBHEHUE JUId HeWpoHHOM tuioTHOCTH P(t,V)

MOYKHO 3amucaTh, HOJB3YACh (OpPMAIM3MOM Iepexoja OT ypaBHEHUs JlamkeBeHa st
€IMHUYHOM «4acTULIbI»-HEWpoHAa K YypaBHeHHIO @Dokkepa—IIlnanka—Koamoroposa st
BEPOSTHOCTH HAXOXJIEHHUs 5TOM 4YacTUIBl B (Da30BOM MPOCTPAHCTBE COCTOSHUM 3TOMH
vacTuilel [7]. Takum 00pa3om, U3 ypaBHEHHsI AMHUYHOTO HEHPOHA TOIydaeM ypaBHEHHE IS
HEUPOHHOW IJIOTHOCTHU THUIIA

®_ O (E@p)+,

ot ov
e uieH J npeacTaBiseT co0oi CyMMY JMCCUNIATHBHBIX UIEHOB, OTPAKAIONIMX BIMsAHUE S
KOTOPBIE MOTYT OBITh SIBHO BBIITMCAHBI ¢ TIOMOIIIBIO hopmyi u3 [7].

OnHako mONyYHBIIEECS ypaBHEHWE MHOTOMEPHO, YTO JAENaeT TAaKOH OOMMHA IOAX0[
Hed(p(EKTUBHBIM B CIIy4ae MPUMEHEHHs K CIOKHBIM MOJIEsIM HelipoHa. Penykuus, B cMbIciie
MOHMKEHUS Pa3MEPHOCTU ITUX ypaBHEHHI, COCTABIISIET OCHOBHYIO 3a/lauy MOMYJISILIHOHHOTO
MonenupoBanusi. HambGosnee >Q¢deKTUBHBIMH MOKHO MpPH3HATH OJHOMEpPHBIE MOJIENH, B
KOTOPBIX HEHPOHBI MOMYJIALUN Pa3INdaloTCs TOIBKO M0 OAHOMY HapaMeTpy coctosiHus. [Ipu
3TOM, COCTOSSHHE€ HEMPOHOB MOJKET XapaKTEpU30BaThCSA TOJBKO ATHUM OJHUM MapaMETPOM
aMb0  HECKOJbKMMM  NEPEMEHHBIMM, MapaMEeTPU30BaHHBIMU  3THM  €JUHCTBEHHBIM
napamerpoM. KitoueBbIM JUIsl TakuxX Mojeneil sBiseTcs BBIOOP 3TOr0 €IUHCTBEHHOTO
napaMmerpa.

1.1. YacroTHas moaeb nonyssinuu (Firing Rate)

Kpaiinmii ciiyuait penykiun ypaBHEeHHI — MOMYJIAIUOHHAs Mojienb Tuma Firing Rate. Drta
MOJZIeJIb COBIAJAET C AHAJIOTMYHOM MOJENBIO Ul €IMHUYHOIO «CPEOHEr0» HEHpoHa U
CBOAUTCA K anreOpanyeckoil 3aBUCHUMOCTM 4YacTOThl CHAKOB HEWPOHOB MONYJISIUU
(aKTHBHOCTHU) OT CUJIBI CTUMYJIMPYIOIIETO TOKa,

v=f(l). 3)
Takast 3aBUCUMOCTb MOXKET OBITh paccuMTaHa C IOMOLIbI0 MOJIENIHM OJHOrO HEHpoHa B
cTaliioHapHOM ciydae. OJHakKo 53Ta MoJiedb XOpOIIO AaIMMPOKCUMHUPYET aKTUBHOCTb
NOMYJISIIMM TOJIBKO B TOM ClIy4ae, KOIJa HEMpOHBI JECUHXPOHU30BaHbl. B mpoTuBHOM
cilydae, HalpuMep, NMpU BHE3ATHO MU3MEHUBLIEMCS, CTYIIEHYaTOM CTUMYJIE, MEepPBble CHalKu
HEHPOHOB CHHXPOHHBI M AaKTUBHOCTb IONYJSLUM MOXKET HMETh SPKO BBIPAKCHHbIE
MaKCHUMYMbI U MUHUMYMBI, B TO BpeMs Kak Mojenb Firing Rate maér moctosHHBIN ypOBEeHb
akTuBHOCTH (puc. 2). K stomy kiaccy mozaenei tuna Firing Rate otHocsTcs mozmenu Tuma
Buscona—Koysna u mogenu D3I, nanpumep, [8-10].
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o === Firing Rate
LIF net

P NI RS
100 200 300

t, ms

M
1
]
1
I

1o} !
]
I
]
]
[}
1
1
0

Puc. 2. OTBeT TOMyJSAIMKA HEHPOHOB-TIOPOTOBBIX WHTErpaTopoB W Momemu Firing-Rate ma BHesamHO
Bo3HuKatomuii B Moment t = 0 crumyn. AktuBHOCTh HeliponoB (Activity) mpeacraBisier coboii
CYMMapHO€ KOJIMYECTBO MMITYJIbCOB-CIIAHIKOB BCEX HEHPOHOB B €IMHUIY BPEMEHH, HOPMHUPOBAHHOE HA
YHUCJIO HEUPOHOB.

Bbosiee TouHbIe MOAMUKALIMY CBOAATCS K YUETY 3aBUCUMOCTH CTallMOHAPHON YacTOTHI OT

BXOJHOM ITPOBOJIMMOCTH S

v="f(l,s), 4)
WIA K CriIaXuBaouieMy OOBIKHOBEHHOMY auddepeHnnanbHOMy — ypaBHEHHIO IS
HECTAllMOHAPHOM 4acTOTHI V:

td—vz—v+f(|(t)) ) (5)

dt

OpnHako HEOO0XOAMMYIO TOYHOCTh MOTYT OO0€CIEeUMTh TOJBKO MOJENH, YYUTHIBAIOIINE
IBOJIIOLIMIO PACIPEACIICHHAS] HEMPOHOB IO COCTOSTHUSIM.

1.2. Moaean Ha ocHoBe ypaBHenusi ®oxkepa—Ilaanka nus p(t,V)

Haubonee u3BecTHBIN BapuaHT MOJEIH ¢ OAHOU (Pa30BOIM MEPEMEHHOM COCTOSTHUS — ATO
ypaBHenne dokkepa—Ilnanka s pacnpenenenus: HeiipoHoB mo notenuumany V [6, 11, 12].
Cy11ecTBEHHBIM HEIOCTaTKOM Takoro BbIOOpa (ha30BOM NEPEMEHHOM SBJISETCS TO, 4TO
MOTEHLIMA] HE MOXET OJHO3HAYHO XapaKTEPHU30BATHh COCTOSHUE HEHPOHA, €CIM MOTEHIIMAI
HEMOHOTOHEH Ha MeXcHaikoBoM HHTepBaie. Ilo 3Toil mpuumHe Takoil moaxon padoraeT
TOJIBKO C YINPOIIEHHBIMH MOJEISAMH €OUHUYHBIX HEHPOHOB, HANpPUMEDP, C MOJEIBIO
auHeitHoro moporoBoro uHTerparopa (Leaked Integrate-and-Fire (LIF) neuron). Ilycts
BXOJIHOM CHTHAN ISl HefipoHa, onuckiBaeMoro yp.(1), cocrout u3 toka I(t), oauHakoBoro mis
BCEX HEHPOHOB MOMYJISAINHU, U rayccosa myma 1(t), T.e.

C;—\: =-V+RI(t)+n(t), <nt)>=0, <nt)n(t)>=r1,06°5(t-t", 4

Tm
rae O()— nenbra-pyHkuusa. [Ipu AOCTHOKEHHH TIOpOra ut MEMOpaHHBI MOTEHIIUAT

OOHOBIISIETCS JI0 HYJIEBOTO 3HAUCHHSI.

VYpaBHeHue (4) MOXKET ONUCHIBATh CHHANITHYECKU CBSA3aHHBIC WM HECBS3aHHBIC HEHPOHBI
nonysiui. B cinyudae cBs3aHHBIX HelipoHOB TOK I(f) momkeH mpeacTaBiasTh co0OW Cymmy
BHEITHETO TOKAa, OJMHAKOBOTO JJIs BCEX HEHPOHOB, W CPEAHEr0 IO MOMYJSIUU
CUHANTHYECKOTO TOKa; (UIYKTyallHH CHHANTHYSCKOTO TOKa JOJDKHBI YIOBJICTBOPSTH
ycnoBusM TayccoBa myma 1(t). Torma ypaBHEHHE DBOJIOIMHM TUIOTHOCTH PACHpPECIICHHS
HEHPOHOB MO 3HaYeHWsIM MemOpanHoro morteHimana p(t,V) Oyaer mnpeacTaBisTh coOoM
ypaBHeHue ®oxkkepa—Ilnanka—Konmoroposa, COOTBETCTBYIOIIEE YpaBHEHUIO JaHKeBeHa NS

153

Mamemamuueckas 6uonozus u 6uourngopmamuxa. 2010. T. 5. Ne 2. URL: http://www.matbio.org/downloads/Chizhov2010(5_150).pdf



YIXOB

OJIHOU «4JacTUIlb», T.e. ypaBHeHHIO (4). CooTBercTBylOIEee ypaBHeHHE Dokkepa—Ilmanka—
KonmoropoBa nmeer Bua:

o 0 &2 %

P_91v=RI) p]+Z 2P 1y 5V -V 5
Ty 2= [V R Pl S v V) ©)
2
viy=2 %

2 V|, _yr

roe v — aktuBHOCTh momymsiiuu (firing rate), paBHas MOTOKY HEHWPOHOB dYepe3 MOPOT.
I'panununbie yenosust: p(t,—©) =0, p(t,T)=0.

1.3. CBRD-monenn aast miaotnoct p(t,t7) aus neiiponos tumna XomkkuHa—XaKcau

VYpaBHeHUE [UI1 HEMPOHHOW TUIOTHOCTH OCTAHETCS OJHOMEPHBIM, €CJIU MPEAIOI0KUTH,
YTO TIE€PEMEHHbIE COCTOSHHUS BCEX HEHMPOHOB MOTYT OBITH IapamMeTPHU30BaHbl OJHOM
nepemenHoit (puc. 3). B paborax [3-5] mpemiokeHO peaylnupoBaTh ypaBHEHHUsS THIIA
XomKKrHA—XaKCIIH 10 MOPOrOBON MOJIETH M MapaMeTPU30BaTh IIOTHOCTH (p), MeMOpaHHbI#H
noreniman (U) u O6e3pasMepHbIe MepeMeHHbIC aKTUBAIUU (X) M WHAKTHBAIUU (Y) HOHHBIX
KaHaJIoB TIEpeMeHHOM 1" — BpeMeHeM, MpoLIeUM OT MOMEHTA IPEbIAYIIero craiika, T.e.
p=p(t,t), U=U@{t), x=x(t), y=y(t). Torna momynsmuoHHas MoOJIeIb
OyJIeT COCTOSITh W3 YypPaBHEHHUS IJisi IUIOTHOCTH (6) W ypaBHEHMM JyIsl TOTEHIMAalIa WU
KaHaJbHBIX TIEPEMEHHBIX, 3aMIUCAaHHBIX B TEPMUHAX YACTHBIX MPOU3BOJHBIX MO BpeMeHH t u
napamerpy t. OCHOBHBIE YPAaBHEHHMS 3TOH MOJENH Ul HOMYJIALMM MHPAMUIHBIX KIIETOK
ob6mactu CAl rumnmokama MpyuBeICHbl HUXKE.

V rest’ “ o
0 1%

Puc. 3. Cxemarudeckoe MpeCTaBICHUE SBOJIIONUN HEHPOHHOTO KOHTHHYYMa B (Da30BOM MPOCTPAHCTBE

nepeMeHHOW t° — BpEeMEHM OT NpeAbIIYIIEro craiKka. PacrpeneneHuio HEWPOHHON IIOTHOCTH P
COOTBETCTBYET pachpejienienne cpeanero noteniuana U. OTaenb bl HEWPOH «JIBUKETCS» BJOJb OcH 1
1o nepecevenns norenuuanom U nopora U T, korna on Bo3spaiaercs B cocrosiue cnaiika t* = 0.

Jiis 6a30BOM OAHOTOUEYHOW MOJAENW HeWpoHa Turna XOHKKHHA—XAaKCIHU HCIONb3YIOTCS
anmnpoKCUMAalMM KUHETHKHM HATPUEBBIX M KalMEBBIX MOHHBIX TOKOB |, lpg, I, 1y, 1y H

3HAYEHHUS TMPOBOAUMOCTEH W3 pabotel [13], cyMMapHBIA BKJIaJ KaJbI[UEBBIX TOKOB
BBIpQXAETCSI B TOKE IOCIECIAalKOBON THUIMEPHONspU3auu lanp , ammpoxcumarus s
kotoporo mpuBeneHa B [14]. [loporomasi O6e3HaTpueBas MOJAEIb THIA XOKKHHA—XaKCIH
MOJTy4aeTcsi OOHyJIEHUEM HAaTPUEBOTO Toka. [Ipu aTOM s onpeeneHus MOMEHTa TeHepaliu
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craiika notenmman U cpaBruBaercs ¢ moporom U . TToydeHHas TakuM 06pa3oM IOpOroBast
MOZACIIb OYCHb TOYHO BOCIPOU3BOJUT MOMCHTLI CIIaiKOB U IIOTCHIIMAJI Ha MEKCITalKOBBIX
UHTEpBaJIaX, YTO BHIHO U3 puUC. 4.

20 | = 500 pA —— full model
d ---- threshold model

0F
-20+

mV

40+
-60

805 100 200 300 400 500 600

ms
20 I, = 1000 pA

0
-20
-40
-60

mV

-80

0 100 200 300 400 500 600
ms

Puc. 4. CpaBHeHHe TOJHOM U TIOPOTOBOI Oe3HATPHEBON MOJIENU THITA XOKKHHA—XaKCIIH.

VYpaBHEHHUSI B YaCTHBIX IPOW3BOAHBIX IS HEWPOHHOW IIOTHOCTH p, MEMOPaHHOTO
noreHuana U u 6e3pa3MepHbIX IEPEMEHHbIX aKTUBAL[MM U MHAKTUBAIIMM MOHHBIX KaHAJIOB X
U Y UMEIOT BUJ:

®, a‘i =—pH,
ot ot

oU ouU
C(at+at*j=_|DR_IA_IM_IH_IL_IAHP_Ii' (10)

Q+8x_xw(U)—x
o ot ()
¥y o _y.WU)-y
at ot  1,()

rne C — mMemOpanHas €MKOCTh, | — TOK yTeukw, |j — BHEIIHUN WM CHHANTHYCCKHHA TOK;
anmpokcumManus g GyHkuuu H nmeer Bum:

1
1, (AU)+BU,dU/dt)) ’

C
T o)+ Gr (6 0) - Oy (L) + 0 (L) + G + G (L)

B(U)=—1:m\/§(;—-|t- F(T), (11)

;
T:U —U,
(e}
~ 2 exp(-T?
ey [22RETY)
n 1+erf(T)

1€ ¢ — JAWCIepcHsl NOTEHLMana, COOTBETCTBYIOLIAs MapaMmerpy IiymMa OpH MpSIMOM
MOJICIIMPOBAHUM E€IMHUYHBIX HEHpoHOB. BrIBox ammpokcumanuu st (QYHKIMH PHUCKa,
BEPOSTHOCTH TeHEpAIlMH Criaiika oMHUM HelipoHoM H moapo6Ho usnoxen B [3, 4].

HU)=
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['pannynbIe yCIOBHS:

p (LO)=[p F dt",
+0

U(t,0)=U™" =—40 mV, lpe: X =0.262, y™=0.473;
X(t,0) =x", y(t,0)=y"™*" ona I, 1,1, 1, Xx=0.743, y™=0.691;
X(t,0) = X(t,t ) + AX"™" ona I,,; I, :  y™*=0.002;

X(t,0) = X(t,tT) + AX"™ ona 1, I, : AX™"=0.18 (1-x);

t7 IV (LtT) =TV (t,t7)/dt). I AX™=0.018(1 - x).

3HaueHHs] 4YMCIEHHBIX mapaMeTpoB X', Y% AX'™® u3MmepeHsl N0 TOMHONW Momenn
€MHUYHOr0 HelpoHa Ha cnaiike npu U =-40mV .

A B
100 2001 500 pA, with |, and ...,
Phase model, p(t,0)
Ensemble of neurons with noise e [(1AiVidu@l HH-neurons
150 :
Population model
N sof £ 100r
50 H
- .
0 2 N |
09 50 700 750 300 0 100 200 300 400
ms ms
Puc. 5. CormacoBanue MOMYJSIMOHHON MOJENTH C pacd€ToM MPSMBIM MOJACITHUPOBAHUEM €TUHUUHBIX
HelipoHoB mpu o=2mV. A:! HeajanTupytomuecs HeWpoHsl, Tok cruMmymsinud ;=300 pA,;

B: amantupytrommuecs setiponsl, ;=500 pA.

[TpuBenénHas Moaenb CpaBHHMBAJACh C PACYETOM HPSIMBIM MOJEITUPOBAHHEM OOJIBIIOIO
yucina (4000 mTyk) eOMHMYHBIX HeHpoHOB. llpu mnpsMoMm MojenupoBaHuH pa3zdpoc
napaMeTpoB HEHPOHOB M BXOJHBIX IMApaMETPOB BBIPAXKAJCS B JIOTIOJIHUTEILHOM O€IoM
rayccoBOM IIyME-TOKE€ C HYJEBBIM CpEIHUM 3HAu€HUEM U Jucrnepcueil o, T.e.
<n(t) >=0,<n(t) n(t)>=r1,06°5(t-t"). IonynamuoHHas MOIETs XOPONIO BOCTIPOM3BOIHT

AKTUBHOCTH MOMYJISIIIMKA KaK HEaJaNTUPYIOIUXCS KIETOK, T.e. B OTCYTCTBHE TOKOB Im, laHp
(puc. 5A), Tak u B cirydae y4uéra agantamnuu (puc. 5B).

2. Mopesu 3puTeIbHOI KOPbI

2.1. lloapo6uas 2-d Moeb 3pUTETBLHON KOPbI

[Ipemyiaraemasi MOI€Nb 3PUTENBHOM KOPBI pacCMaTPUBAET KOHTUHYYM BO30YXKIAIOIIMX U
TOPMO3SIINX HEHPOHHBIX MOMYJISIUHN, pacipeaeseHHbIX B 2-0 MPOCTpaHCTBE BIOIb KOPBI U
NOJTYYaloIUX CTUMYISIUIO U3 TajaMyca B COOTBETCTBUH C apXUTEKTypoil Tuma pinwheels
[15] (puc. 1). Kaxxnast momysisiiist onmuckiBaiack cuctemoit ypasaennit CBRD-monenw [3, 4],
ONMCaHHOM B 11.1.3, U cocTaByAmOIIEH AP0 MOJAEIU B3aUMOACHCTBYIOIMX monmyasuui. Jns
nupamMuHbIXx  HelipoHoB B CBRD-monens Obta  WHTETpHpOBaHA MOJACTH  JBYX-
KOMITATMEHTOBOTO HEHpPOHA ¢ YUETOM 3JIEKTPOTOHHYECKHX 3(PPEKTOB Ha COME U JCHAPUTAX
[5, 16]. YuureiBanach kuHeTHKa Bo30yxmarommx AMPA- u topmossmux GABA-A-
PELENTOPHBIX ~ CHHANTHYECKUX IPOBOJMMOCTEH, YINPaBISIEMBIX YacTOTOM  CHANHKOB
MPECUHANITUYECKOW  TMOMYJSIUU,  COIJacHO  OOBIKHOBEHHBIM  Ju]QepeHInanbHbIM
ypaBHeHUsIM BToporo mopsinka [5]. IIpocTpaHcTBeHHas CTPyKTypa CBsi3ed BHYTPH KOpPBI
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3a/laBajlach M30TPOIHOW C AKCIIOHCHIIMAIBHO YOBIBAIONIEH 3aBUCHUMOCTHIO CHHANTHYECKUX
BECOB OT PACCTOSHUS MEXK]y MPe- U MOCT-CUHANTHYECKUMU MOMYJISLUSIMHU.

2.2. TlocsienoBaTeJIbHOCTH YIIPOIIEeHHiH

ITocnenoBarenbHOCTh BBEACHHUS TONYILEHUI U YIIPOILEHUH TaKOBa.

1) Apxurektypa cBszeii pinwheels crnpoernupoBaHa Ha KOJBIO € KOOPIHHATON-YTIIOM
opueHTanuu cTuMmyna. Ilpoduns BHYTPUKOPKOBBIX CBsI3e€d 3alaH SKCIOHEHIIMAIBHO
yObIBaromieil GyHKIMe B MPOCTPAHCTBE KOJIbIA, CAMMETPUYHON OTHOCUTEIBHO KOOPIUHATHI
MPECUHANITUYECKOMN MOMYJISIUH;

2)  DKCHOHCHIMAJIbHBIA  TPO(HIb  BHYTPHKOPKOBBIX  CBSI3€H  3aMEHEH  Ha
KOCHHYCOUIAJIbHBIM.

3) ApanTuBHbBIE THPaMUAHbIC HEHPOHBI 3aMEHEHBI HA HEalallTUBHEIE.

4) Heiiponbl X0/ pKkrHa—XaKCIIH 3aMCHEHBI Ha HEWPOHBI-TOPOroBbie HHTErpaTophl (LIF).

5) Monens mUpaMHIHOTO HEHPOHA C COMOW W JCHIPUTOM YIPOIICHA 0 TOYCYHOMH
MO/ICIIH.

6) CuHanTHveckass KMHETHKA 3aMEHCHAa Ha MTHOBEHHYIO. YHCIIO THIIOB HEHPOHAIBHBIX
MOMYJISALUA CBEEHO K OAHOMY, T.€. aKTHUBHOCTh TOPMO3HBIX MOMYJSLHUA MPEANoIaraeTcs
MPOIMOPLMOHAILHON aKTUBHOCTH BO30yxaaromux. Ha stom stane CBRD-nonxon mmst LIF-
MOMYJSILUA B KaXIOW TOYKE KOJIbIla 3aMEHEH Ha HKBUBAJICHTHOE B 3TOM YAacCTHOM Cllydae
ypaBaenue dokkepa—Ilinanka (FP) aus GyHKIMU pacnpenesieHuss HEHPOHOB B MPOCTPAHCTBE
MEeMOpPaHHOT0 MOTEHIHANIA.

7) VYpaBHenue FP 3ameHeHO Ha pelakCalMOHHOE YpaBHEHHE IS TOMYJISIIUHOHHON
CMAaKOBOM YacCTOTHI CO CTAI[MOHAPHOW 3aBUCUMOCTBIO YacCTOTHl OT BXOJHOTO TOKa M
npoBoaumocTu ais LIF ¢ mrymowm;

8) 3aBHCHUMOCTB JJIsl YacTOThI MPUOJIMIKEHA OJHONAPAMETPUYECKON KYCOYHO-TMHEHHON
dbyuknueit. Tem cambIM, MoJydaeTcsi KJIacCHYecKash 4YaCTOTHAs MOJENh KOJIblia MOMYJISIUH,
MMEIOLIAs CICTYOIINI BUT:

. dv(t,0) _

e (GRS (17°(t,0)),

177 (t,0) = 2—1n ]E (J,+J,c08(0-&)) v(t,) dE+1,+1,cos(0—0,) .

JInst cBsi3M mapamMeTpoB MOJIHOW M MPOMEKYTOYHBIX Mojeiel ¢ 5 mapamerpamu FR-ring
MOJIEJIM HANJEHbl AHAJIUTUYECKHE COOTHOLIEHMS, KOTOpBIE 3/1€Ch HE IPUBOAITCS, HO
MCIIOJIb30BaHBI JUIsl TOJIYYE€HUS PE3YJIbTaTOB MOAEIUPOBAHNUS.

PE3YJIBTATBI

M1 CpaBHHUBAJIM MOZACIIN IO CTAlMOHAPHBIM W HCCTAIUOHAPHBIM OTBCTaM Ha CTHUMYII-
nojocy. CpaBHUBAINUCh paclpesieleHnss aKTMBHOCTU (IOMYJIALIMOHHOM YacTOThI CIailKOB
BO30YKIalOINX HEMPOHOB) Ha Kojblie opueHTanuil. [Ipu aTom, pacnpeneneHne akTUBHOCTH
2-d MozenH mpoennupoBaIoch Ha KOJIBIO C IIEHTPOM B IIEHTPE TUIIEPKOJIOHKU U paauycom 2/3
OT XapaKTepHOTo pa3Mepa THIepKOIOHKH (pHc. 1).

CpaBHeHHE Mojened TMOATBEPAWIO COTJIACOBAHHOCTb  CTAlMOHAPHBIX Mpoduien
pacrpeeneHnsl AKTUBHOCTH HEMPOHOB B IPOCTPAHCTBE yIJia opreHTauuu. Bo Bcex Moaemnsax
BOCTIPOU3BOAATCS 3P (EKThl YCUIICHUS OPUEHTALMU CTUMYJIa 1 HMHBAPUAHTHOCTH K KOHTPAcTy

(puc.6).
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120F
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> | high contrast
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Orientation (deg.)
Puc. 6. Dbdexr uHBapmaHTHOCTH K KoHTpacty. Dopma «aiicOepra» akTHBHOCTH B IPOCTPAHCTBE
OpHCHTALMK CTUMYJIA COXpAHACTCS 3a CYET BHYTPHKOPKOBBIX B3aHMMOJICHCTBH, Ha YTO YKa3bIBacT
CpPaBHEHHEC OTBETOB MOJEIH Ha CTHUMYJbl pa3sHOW KOHTPACTHOCTH C MOJENBIO, B KOTOPOi
BHYTPHUKOPKOBBIC CBsi3u 3a0nokupoBansl (Feed-forward only).

[lepexoaHble pexXUMbI aKTUBHOCTH (puc. 7, 8, 9) B OTBET Ha CMEHY OpUEHTAIINN CTHMYJIa
BOCIIPOM3BOIATCS B MOIEIsIX Mo-pasHomy (puc. 9). CBRD u FP Moxenu pearupyrot ObicTpee
yem FR, Bocipon3BOIAT BCIIECKM CHHXPOHHBIX CIIAHKOBBIX 0TBeTOB HelipoHoB. CBRD He
HOATBEPIKAACT 3aJCP)KKH, sSKOObI BbI3BaHHOH 3ddexTom noxHoro Bpamenus (virtual
rotation, [2]), nabiromaemoii B FR-momemnu.

Hz
40

30

10

Puc. 7. Ilpumep pemenusi, nonydeHHoro ¢ nomoiupto CBRD-mozenu. Pacnpenenenne crniailkoBoii
AKTUBHOCTH TMPaMUIHBIX HEHPOHOB B IMM? NeEpBUYHON 3pUTENBHON KOpBI, cojepxameMm 4
runepkoonku (pinwheels), B pasHbie MOMEHTBI BpeMeHH 10 (CI€Ba) W IOCIE MIHOBEHHON CMEHBI
OpUCHTAllMM CTHMYJa C TOPH30OHTAIBHON Ha BepTHKalIbHyr0. Ha TperbeM Kaape 3aMeTeH yXOJ
MaKCHMyMa B CTOPOHY, MPOTHBOMOJIOXKHYI0 NIepBoHa4YanbHo# opuenranuu (tilt after-effect).

PaccMOTpUM poJTb KaXI0TO M3 TIOCIEI0BATEILHO BBEACHHBIX JomynieHnii. B momHoit 2-d
CBRD-monemu (puc. 7, 9A) B 0TBET Ha NpeabsBICHHE CTUMYJA-TIOJIOCH yxke depe3 10 mc
(3amepkka OOpaOOTKM CHUTHANa TMOJKOPKOBBIMU  CTPYKTYpaMHU HE  YYHUTHIBAETCH)
HaOJIOJAI0TCA BCIJIECK AKTHUBHOCTH, €r0 OTrOJIOCOK, IMay3a W BBIXOJ Ha CTAIl[MOHAPHBIN
pexum Ha BpeMeHax 70—100 mc. Ilocrne 3TOro ctumMyn H3MEHSETCSI B MOMEHT BpPEMEHU
100 Mmc, 4TO BBI3BIBACT HOBBIN, HO YMEPEHHBII BCIUIECK aKTUBHOCTH B MOMEHT 0K0J10 120 Mc.
DTOT BCIUIECK CMEIIEH OTHOCHUTEJILHO OpHUEHTanuu ctumyna (45 rpan.) uz-3a 3¢ ¢exToB
aJlanTalK, 4TO COOTBETCTBYET mcuxoduszuueckomy sddekry “tilt after-effect” (puc. 7). B
CBRD-moaenu MOKHO BOCTIPOM3BECTH MOBEIACHHUE MPEICTABUTEIBHBIX HEHPOHOB KaXKIOW W3
nonymsinuid. Ha puc. 9 mnokazaHbl OTBEThI HEHPOHOB, MPHUHAMICKANUX KOJIOHKAM,
COOTBETCTBYIOIIMM TEPBUYHONM M TMOCIEAYIOUIEH OpUEHTalusaAM CcTuMyla. BuuaHo, 4To
KaK]IbIH 13 HEHPOHOB 00JIee aKTUBEH B OTBET HA «CBOIO» OPUEHTAITHIO.
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Puc. 8. OTBeThl HEHPOHOB 3PHUTENHHON KOPBHI HA MPEABSBICHHUEC CHadasla TOPH30HTAIBHOTO CTHMYyJa-
nosiocsl (cooTBercTByeT 0° HakimoHa ctumynia u 180° yrimoBoi koopamHatel konoHkH B ['K) B mepuon
BpemeHu ot 0 no 100Mmc, a 3aTeM — BEPTHKAJIBHOTO CTHMYyJa (COOTBEeTCTBYeT 90° HaKIIOHA CTUMYNa H
270° yrmoBo#t xoopmuHatel kooHKH B I'K). CrmeBa cBepxy — oTBeTa HeHpoHa, MPEIIOYHUTAIOIICTO
TOPHU30HTAIBHBIM CTUMYJI, CIIEBA CHU3Y — BepTHKaNbHBIH. OTBeTH nomydensl B CBRD-Moneny xonbia u
cootBeTcTBYIOT pHc. 9C.

N3 cpaBuenns puc.9A wu puc. 9B Bugno, uyro CBRD-momens kompma ¢
SKCIIOHEHIMAIBHBIM MpOoduiIeM BHYTPHUKOPKOBBIX CBSI3€ HA KOJbLIE W KAuyeCTBEHHO U
KOJIMYECTBEHHO JOCTATOYHO XOPOIIO coriacyercs ¢ 2-0 Mojenbto, 0COOCHHO YYHMTBIBas
3HAYUTENIBHOCTh PEIYKIUU OT JBYMEPHOU IeOMETpUU K OAHOMEpHON. OmmOKU, BHOCHMbIE
U3MEHEHHEeM TNpOo(Uisl BHYTPHUKOPKOBBIX CBS3eH HAa KOCHHYCOHMJAIBHBIM, HanOOJee 4YacTo
UCIIONIb3YEMBIN B MOJENSIX KOJbIa, BUAHBI U3 cpaBHeHUs puc. 9B u puc. 9C. 3HaunTenbHO
U3MEHSETCS WHTCHCHBHOCTh OTBETa THUIEPKOJIOHKH TPH PEAYKIHH K HeaganTUBHBIM
Heiiponam (cp. puc. 9C u puc. 9D). Posb Apyrux moTeHIMAT-3aBUCHMBIX HOHHBIX KaHATIOB
BBISIBIIACTCA IIPU PEAYKLIMU HEHPOHOB THIA XOHKKHHA—XAKJICH K HEHPOHAM-TIIOPOTOBBIM
uarerpatopam  (cp. puc.9D u  puc. 9E). 3HauuTenbHON  OKa3bIBaCGTCS  POJb
AIIEKTPOTOHUYECKUX D(P(PEKTOB, YTO BUAHO M3 CPABHEHHUS MOJENEH IS NIBYX- W OJHO-
KOMIATMEHTOBBIX HelpoHoB (puc. 9E wu pwuc. 9F). DToT »sTam peaykuud BHOCUT
JIOTIOJTHUTEIIFHYIO IUCCHUIIAIAIO U CTIIXHBACT pactpeeNieHns akTuBHOCTH. Ha cremyrorem
sTane 2-X TMONYISALMOHHAs MOJeNb 3aMEHsJach OJHO-TOMYJSIUOHHONW, a KHHETHKa
CHHANTUYECKUX TOKOB 3aMEHsIach Ha MrHOBeHHYH0 (puc. 9G). HecranmonapHoe moBeneHue
MO/JIENIN 3HAYUTEIbHO U3MEHUIIOCH U CBEJIOCHh K TOYTH MTHOBEHHOW PEeaKIMU Ha MOSBICHHUE U
U3MEHEHHE CTHMYJa. 3aMeThM, 4To Ha 3ToM ke dtane CBRD-monens ¢ pacnpenenenuem
HEMPOHOB KaXKJOM MOMYJISLMYU 110 BpEMEHHU OT cllaiika 3aMeHsJIach Ha ypaBHeHHe Dokkepa—
[Tnanka ¢ pacnpeneneHreM 10 MOTeHIUATY, OJHAKO, 3TH MOAEIH Ui HEWPOHOB-TIOPOTOBBIX
UHTETPAaTOPOB JKBUBAJIEHTHBI W HE BHOCAT JOMOJHUTENIBHBIX JeTajied B pelleHHe.
JlanpHeHIuil mepexo; K 3HAYMTEIBHO OOJiee YIPOIINEHHON, YacTOTHON Mozenu (puc. 9H)
BHOBb BHOCHT 3((EKT BpPEMEHHOH pelakcali, OJHAaKO OH BBEJIEH MCKYCCTBEHHO H
omnpeneneH napamerpoM t. Ha atom sTane HeHpoHBI BCE €II€ yIpaBISIOTCS ABYMS BXOAHBIMU
CHUTHAJIaMH, TOKOM M MpoBoIuUMOCThbIO. [IpeHeOpexeHne MIYHTHPYIOIIUM JIeHCTBHEM
BXOJIHOH MTPOBOJMMOCTH MPUBOAUT K 00Jiee pe3KOMY MPOQHITI0 aKTUBHOCTH B MTPOCTPAHCTBE
opuentauuit (puc. 91), To ectp k mpeyBenuueHUI0 dPPEKTa YCHUICHHS OPHECHTAIIMOHHON
HAaCTPOMKH.
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A, 2-d CBRD B, CBRD ring, exp-profile C, CBRD ring, cos-profile
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Puc. 9. OTBeT rHIEPKOIOHKH Ha CTUMYJI-TI0JIOCY, IPEABSIBIIEMYIO B MOMEHT BpeMeHH (=0 1 MEeHSIOIIYyT0
opuenTamuo B MomeHT t=100 ms. A) 2-d, 2-x monymsnuonnas CBRD-moznens; B) 2-x momymsuoHHas
CBRD-moemnb KoITblla ¢ 9KCIIOHCHITHABHBIM TpoduieM cBszeii; C) 2-x momymsunonnas CBRD-moens
KOJIbIIA ¢ KOCHHYCOMIaIbHBIM Tpodunem cesseii; D) 2-x momyssunonnas CBRD-momens koibia ¢
KOCHHYCOUTATBHBIM MPO(dHUIeM CBs3eil W HeaZanTHBHBIME HedpoHamu; E) 2-x nmomymsiunonnas CBRD-
MOJIeTIb  KOJIbIIa C KOCHHYCOWAAIBbHBIM MpOQHIeM CBs3ed M 2-KOMIIATMEHTOBBIMH HEWpPOHaMHU-
noporoBeiMu uHTerparopamu; F) CBRD-Momens Kojblla ¢ KOCHMHYCOWAAILHBIM HPOMUIEM CBS3EH |
OJTHO-KOMIITATMEHTOBBIMH ~ HEHPOHAMHU-TIOPOTOBBIMH ~ HMHTErpaTopamM,  OKBHBAJICHTHas  OJHO-
HOMYJSILMOHHONW MOJIENIM Koublia Ha ocHoBe yp.Dokkepa—Ilnanka; G) OmHO-IOMYJIAMOHHAS MOJCNTb
KoJblla Ha ocHoBe yp.Dokkepa—IlaHka ¢ MrHOBEHHBIMH CHHarcamu; H) gacToTHast MoJenb KOJIbIa Ha
OCHOBE CTAIlMOHAPHOW 3aBHCHMOCTH YacTOTHI OT TOKAa M MPOBOIMMOCTH; |) Kiaccuyeckas 4acTOTHas
MOJIETIb KOJIbIIa Ha OCHOBE CTAIMOHAPHOM 3aBUCHMOCTH YaCTOTHI TOJIBKO OT TOKa.

B nenom, pe3ynbTaThl MOKa3bIBAIOT, YTO HEpApXHsl MOJENEH MOXKET CIY>KUTh MOJE3HBIM
WHCTPYMEHTOM JIJIsl COTJIaCOBaHUSI MaTEMAaTUYECKUX MOJIEJIEH U UX aHAIH3a.

Pa6ora noxneprxkana rpaatramu POOU-HITHU 07-04-92167a u PODI-09-01-00473-a.
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