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OBIIASA XAPAKTEPUCTUKA PABOTBI

AKTYyaJIbHOCTB. XOTS HEUPOPU3UOIOTUUECKHE UCCIEIOBAHUS 1alld OIPOMHOE
KOJIMYECTBO CBejJcHUN o mepBuuHou 3putenbHOil kope (II3K) mosra, mHorme
MEXaHU3MbI pabOThl OCTAIOTCSI HEBBISICHEHHBIMU KaK Ha KJIIETOYHOM YpPOBHE, TaK U Ha
cucteMHoM. Hekotopeie mpoGnembl u3ydenus [I3K u Bcero mosra HEBO3MOXKHO
pelIUTh  TOJBKO  (U3HOJOTMYECKHMMHM  METOJAaMH,  IO3TOMY  HE0OXOAuM
onodusnyeckuit mnonxon. K Takum mpoOigeMaM OTHOCSTCS TOMCK MEXaHHM3Ma
o0Opabotku uHpopmanuu o 1Bere B I[I3K u oObsicHeHne npuyuHbl HAOIIOIEHUSA
HEKOTOPBIX CBOMCTB HEHPOHA, Cpeld KOTOPhIX H3MEHEHHE HAaKJIOHA YacTOTHO-
TOKOBOM KpPUBOM MOJ JEWCTBUEM NIYHTHUPYIOLIETO TOPMOKEHHUS, BapuabdeIbHOCTh
MOPOTOB U OBICTpasi MHUIMAIUS OTEHIMANOB AeicTBUsA. buodusndeckuit moaxon K
nzydenuto [13K 3akimrouaercss B ToM, 4TO IpobsieMa pacCMaTpUBAETCSl HA HECKOJIBKHUX
YPOBHSX  opraHu3ainuu  (KJIETOYHOM,  TOMNYJAIMOHHOM ¥ CHUCTEMHOM),
HKCIIEPUMEHTAIbHBIE JAHHBIE JOMOJHSAIOTCS MAaTeMaTHYEeCKUM MOJIETUPOBAHUEM.
W3yyeHue Ha HECKOJbKHX YPOBHSX OpraHU3alMd HEOOXOJMMO MOTOMY, YTO
CBOICTBa OT/EJbHBIX HEHUPOHOB CIOCOOHBI BIUATH HA TOBEJACHHE BCEH KOpHI, K
npumepy, B paborax [Priebe, Ferster, 2012; Anderson et al., 2000] yka3biBaeTcsi Ha
BEPOSITHYIO 3HAYUMOCTh IIIYHTUPYIOIIETO TOPMOKEHHUS U BapUaOEIbHOCTH MOPOTOB B
obpabotke undopmaiuu B [13K.

VYcranoBnenne wmexaHusma o0Opabotku wuHpopmamuu o usete B [I3K
OCJIOXKHSIETCSI TE€M, 4YTO OTCYTCTBYET Kakas-InOo aJleKBaTHas MaTeMaTHdecKas
Mozelnb nponecca. Ha cerogusiuiHuil 1eHb pa3BUTO OOJIBbIIOE KOJUYECTBO MOjeNen
[13K pa3nuyHOro YpOBHS CIOKHOCTH M JETAJIbHOCTH, HO OHU OrPaHUYHUBAIOTCA
pacCMOTpEHUEM H30MpPATENbHBIX K OpPUEHTAMM HEHUPOHOB, TO €CTh OINHMCAHHEM
oOpaboTku uHpopMaruu 00 opueHTanuu. TOJbKO B HECKOJIBKUX paboTax
paccmaTpuBaliach OpHMEHTallMOHHAs u30upaTtenbHOCcTh HelpoHoB I[I3K Bmecte ¢
TUPEKIIMOHAIBHON N30MPaTENbHOCTBIO MM U30UPATENBbHOCTHIO K MPOCTPAHCTBEHHOM

yactore. Takum 06pa30M, aKTyaHBHOﬁ 3a):[aqel71 ABJICTCA PA3BUTHUC 0oJjee IOJIHOU
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moxenu I13K, onuceiBaromieir moMumMo mpoyvero mnpoiecc 00padboTku nHGopManuu o
LIBETE.

CrnenyeT Takke OTMETUTD, YTO POJIb, KOTOPOH NpuHATO HaxenaTs 13K, cocrout
B CYXEHUU NpoQuisi B MPOCTPAHCTBE OPUEHTALMH, TO €CTh B OPUEHTALMOHHOU
HacTpoiike. K 3Toil HAcTpOWKE MOMKET MPUBOAUTH YBEIWYEHHUE LIYHTHUPYIOLIETO
topmoxeHus: [Anderson et al.,, 2000], xoTopoe uMeeT HENOHATHBIM 3PDEKT,
3aKJIFOYAIOIIUICA B M3MEHEHUMHM HAKIOHA 4YacTOTHO-TOKOBOWM KPUBOW HEHPOHA.
[lockonbky MexaHus3M 3¢ @dexTa He BBISICHEH, TO aKTyaJbHBIM OCTAeTCS M3y4eHHE
npoOaeMbl, B YAaCTHOCTH, MOCTPOCHHE MOJETU HEHpOHa, KOTOpas Obl KOPPEKTHO
Bocnpou3Boauia (opMy  CHailkoB, BapuabelbHOCTh MOPOroB H  3ddekr
LIIYHTUPYIOIIETO TOPMOKEHHUS.

N3yyas 3 ekt myHTUPYIOIEero TOpMOKEHUS, HEBO3MOXKHO 000UTH mTpolIemMy
npeacrabinenus ¢GyHKuuu Bxoja-Beixoga (I/O) welipona, Beab oOHa sBIAETCS
KJIF0UeBOM (DYHKIIMOHAJIBHOM XapaKTepucTUKoM HedpoHa. To ecTh elie OAHOMU
aKTyaJlbHOM 3ajadeil sBisercss noctpoeHue nonHoil /O ¢yHkuum HelpoHa (c
MOMOIIBIO HOBOTO AJIEKTPO(PHU3NOIIOTMUECKOT0 METOoJa JAUHAMUYEeCKOW (ukcanuu

TOKa) N U3Yy4YCHUC BIIHWAHUA HA HCC PA3JTNYHBIX q)aKTOpOB.

Heabp padorbi: C ydyeTOM [OaHHBIX SKCHEPUMEHTAIBLHOIO M  MOJEIBHOIO
M3y4YE€HUsI CBOMCTB KOPKOBBIX HEHPOHOB OCYIIECTBUTH MEPEXO] K MOJACIUPOBAHUIO
MexaHu3Ma o00pa0oTku wuHboOpMaAlMu 00 OpUEHTAIIMM U I[BET€ B TMEPBUYHOM

3pUTEIILHON KOpE.

3agaum, KOTOpbIE HEOOXOUMO OBLIO PEHIUTh JJIA JTOCTUKEHUS MOCTaBICHHOM
LETIN:
1. TloctpouTh MUHUMAIBHYIO MOZENb 00pabOTKH MHpOpMAIMK 00 OpUEHTALUU U
usere crumyna B II3K, xoTtopas Obl yuuThIBana 3KCHEPUMEHTANbHBIE JTaHHBIE O
[IBETOUYBCTBUTEJIbHBIX HEHPOHAX U pa3pelaia Obl UX MPOTUBOPEUUs. 3aTEM PA3BUTh
mozenb [I3K ¢ yyeToM KMHETMKH CMHANTHYECKUX TOKOB, 3(PQeKTa MIyHTHUPYIOLIEro

TOPMOXKXCHHUA U HCPABHOBCCHOCTH PACIIPCACIICHUA HeﬁPOHOB IO COCTOAHUAM BHYTPH
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nonynsiuu. I[Ipociaeauts 3PpGEKT BO3HUKHOBEHHS CIOHTAHHOTO MPEINOYTEHUS
[IBETA WJIM OPUEHTAILMU B YCIOBUAX HEOPUECHTUPOBAHHON M HELIBETHOW CTUMYJISIINH,
s ekt ycusieHus OTBETa Ha I[BET MPH MOsBICHUH WH(OpManuu 00 OpUEHTAIIUH,
addekr, HaOII0IaeMblii NIPU ABYIIBETHOM BXOAHOM cuTHase. CpaBHUTH MOBEJICHHE
MOJIEJIU TIPU «aHAJIOTOBOM» M «JIUCKPETHOM» Bxoaax. CpaBHUTH MOBEACHUE MOJIEIU
MIPY MEPUOIUYECKUX U HEMIEPUOIMUECKUX TPAHUYHBIX YCIOBUSIX.

2. C moMomIbio 3JeKTPOPU3HOIOTHIECKOTO0 METOoAa TUHAMHYECKON (PuKcaluyu Toka
MOCTPOUTH O0JIACTh HEHYJIEBOW CIAMKOBOW aKTUBHOCTU MHUPAMHUJIHOTO HEHpOHa Ha
IJIOCKOCTH  yNPaBIAIONIUX T[apaMeTpoB, TOKAa H MOpoBOAUMOCTU. [lomyduThb
aHajornunyto [/O ¢yHKIMIO MOACIHPHOTO HEHpPOHA W TMPOCICIUTH JCHCTBHE
OCHOBHBIX MapaMeTpoB Mojenu Ha Hee. CpaBHUTH JACHCTBUE IIyMa, OXJIAXKICHUS,
YMEHBIIEHUSI BHEKJIETOYHON KOHUEHTpPAIMM HATpPUs M JONOJHUTEIBHOTO TOKa,
MIPUBOJISIIETO K aJanTaiiy craiikoB, Ha [/O 3aBUCUMOCTh HEHpPOHA B SKCIIEPUMEHTE
M Ha MOJCIIH.

3. DKCHepUMEHTAIBHO H3YyYHTh Ha HEUpOHaX NpedpPOHTATBLHON KOPHI KPBICHI
BaprualeNbHOCTh IMOPOrOB, OBICTPYIO HWHUIMAIMIO TOTEHIMAJIOB JEHCTBUS U
M3MEHEHHE HAKJIOHA YaCTOTHO-TOKOBOM KPUBOHW MOJ ACHCTBUEM IIYHTHUPYIOIIETO
TopMoxeHus. [Ipeanoxuts Monaenb HEMpoHa, KOTOpash BOCHPOMU3BOAUT BCE TpHU

s dekTa 0JTHOBPEMEHHO.

Hayuynas HoBU3HA.

1. BrmepBble mpemsioxkeHa MOJAENIb NEPBUYHOW 3PUTENBHOW KOPBI, OMUCHIBAIOIIAS
MeXaHU3M 00paboTKK MH(OPMAIUH O LIBETE U OPUEHTAIUH.

2. DKCHEpUMEHTAIBHO C IOMOIIBI0 COBPEMEHHOIO 3JIEKTPO(YU3UOIOTHIECKOrO
METO/Ia TUHAMHUYECKOM (PUKCAlMu TOKa BIIepBble mocTpoeHa noiHas /O ¢pyHkuus
HellpoHa. brnaromapss 3TomMy Takke BIEpBbIE CHUCTEMHO HCCIENOBAHO JAEHCTBHE
napameTpoB (B MOJIENIN) U BHEIIHUX (PAaKTOPOB (B dKCIEpPUMEHTE U B Mojenun) Ha 1/O
3aBUCUMOCTh HEMpOHa BO BCEM JUANa30HE BXOJIHBIX CUTHAJIOB.

3. BuepBsle npeuiokeHa MoJIeb HEHPOHA, KOTOPast BOCIPOU3BOAUT OJHOBPEMEHHO

W3MCEHCHHE HaKJIOHA 4YacTOTHO-TOKOBOM KpHBOﬁ HeﬁpOHa 104, HeﬁCTBHCM
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IIYHTUPYIOUWICTO TOPMOKCHUA, BapI/Ia66JIBHOCTB IMOporoB u 6BICpr10 Z05070005E:0005000)]

IIOTCHIIMAJIOB HeﬁCTBHH.

TeopeTnueckass W TNpPaKTHYECKass 3HAYHUMOCThL PadoTbl. Bo-mepBhIx,
npeoxeHHast B padore monaens 13K mo3Bommiia mo-HOBOMY B3TJISIHYTh Ha MPOIIECC
o0paboTkn WHPOPMAIIMKM O I[BETE B 3pUTEIBHOW CHCTeMe. BO-BTOpBIX, 3HaHHE
MEXaHU3MOB Pa0OThI IEPBUYHOM 3PUTEIBHON KOPBI, OJTHON M3 CEHCOPHBIX 30H KOPBI
MO3ra, TIOMOXET B HM3yYCHHH CJOKHBIX KOTHHUTHBHBIX (QYHKIUH, pEaM3yeMBIX C
y4aCcTHEM aCCOIMATUBHBIX 30H, IOCKOJILKY BCE 30HBI KOPBI SBIISIOTCS aHATOTHIHBIMU
o CTPYKType. B-TpeThux, HOBbIC cBeleHHS 0 MexaHu3Max pabotel I13K cmyxar
Pa3BUTHIO KOMITBIOTEPHBIX TEXHOJIOTHH M TEXHUUYECKHX YCTPOWCTB pacro3HaBaHHSI
o0pa30B. 3aMMCTBOBaHHE MEXaHU3MOB PaOOTHI Y KUBBIX CUCTEM YK€ HEOTHOKPATHO
MTOMOTaJI0 YCOBEPIICHCTBOBATh YCTPOMCTBA MJIM TEXHUYECKHE CUCTEMBI, IPU3BAHHBIC
BBITIOJIHATH T€ k€ QyHKIUU. [[odTOMYy MOHMMaHHEe MeXaHu3Ma (PYHKITMOHHPOBAHUS
[13K mocitykuT IpOophIBY B pa3pabOTKE CUCTEM TEXHHUECKOTO 3PCHHS, KOTOPBIC ITOKA
CYIIECTBEHHO YCTYIAIOT JKUBBIM 3PUTEIBHBIM CHCTEMaM II0 CBOMM TEXHUYCCKUM
XapakTepucTukamM. Matematudeckas mojnenb [I3K sBisercs CBA3YIOIMHMM 3BEHOM
MEXIY CUCTEMaMHU PeajbHOr0 W TEXHUYECKOT'O 3pEHUSA. B-4eTBepThIX, B MCIHUIIMHE
mozaenb [I3K HeoOxomuma Takke W IS MPOTE3UPOBAHUS 3PEHUSA. A TOCKOJIBKY
MOJIe/b, OMMCHIBAOIIAsl 00pabOTKy UH(pOpPMAIIUU O 1IBETE, MPEJJI0KEHA BIIEPBBIC, TO
3TO OTKPBIBACT HOBOE HAIIPABJICHUE B IPOTE3UPOBAHUY.

MatemaTtuyeckoe MOJEIMPOBAHUE W OKCIEPUMEHTAIBHOE HCCIIEeTOBAHUE
CBOWMCTB €IMHUYHOTO HEHPOHA yKa3ajau Ha To, 4yTo: 1) mpm pa3sutun moaenu 13K
HEOOXOJIMMO YUYUTHIBATh JCHCTBUE IIYHTUPYIOIIETO TOPMOXEHHUS, 2) IMpoIece
Mepexoja M3 3aKPBITOTO COCTOSHUS B OTKPHITOC HATPUEBBIX KaHAJIOB 3aBHUCHUT OT
WHAKTUBAIUHU, U OMO(PU3HYCCKH JCTATbHAS MOJCIIb HEHpOHA JOJDKHA YYUTHIBATh ATY

3aBUCHUMOCTD.

HOJ’IO)KeHI/Iﬂ, BBIHOCHMMbBIC HA 3a1IIUTY:

1. Pa3paborana monens I[13K, koTopas oTpakaeT OCHOBHBIE MPOLECCH 00PaOOTKU
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nHpopMaM O IBETE W OPUCHTAIIMU HEpacClpeeeHHOro CcTuMmyia. Mojaenb
COTJIACYET PSAJ U3BECTHBIX IKCIEPUMEHTAJBbHBIX JAHHBIX, JOKA3bIBAET TO, YTO CETh
IIBETOUYBCTBUTEIBHBIX HEHPOHOB B KAXKJIOM KJlacTepe — I[BETOBOM 0Ji00€ — MMeeT
MEPUOJIUYECKYIO CTPYKTYPY B IMPOCTpPAHCTBE 11BeTa. MoeNb Takke MpeaCcKa3bIBaCT
BBIOOD ceThio HelipoHoB [13K oTTeHka 1BeTa mpu pa3IudyHbIX TUTIAX CTUMYJIA.

2. /O ¢ynkuus HepoHa SBISIETCS JBYXIapaMETPUUYECKOM B cllydae MOTEHIUA-
HE3aBUCHUMOCTH CHHANTHYECKUX MpoBoAuMocTel. OO0JacTh HEHYJIEBON CHalKoBOM
AKTUBHOCTM HEHPOHAa Ha IUIOCKOCTH JBYX YIPABISAIONIMX CHUTHAJIOB, TOKa U
MPOBOAUMOCTH, (Q2-10MeH) KoHeuHa. lllyHTupytoiiee TopMOoKEHHE CyKaeT Juara3ox
TOKOB, BBI3BIBAIOIIMX T'€HEPALMIO MOTEHUHUATOB AEUCTBUA. OCHOBHBIE MapaMeTphl
HelipoHa W MHOTWE BHEIIHHE (DAKTOPhl OKA3bIBAIOT CYIIECTBEHHOE BIUSHHUE Ha
dbopmy Q-n0MeHa, B YaCTHOCTH: a) YMEHBIIIEHHUE TTPOBOIMMOCTH KaJHUEBBIX KaHAJIOB
MPUBOJUT K CIBUTY JEMOJSPU3ANMOHHOTO OJIOKa B CTOPOHY MEHBIIIMX TOKOB; 0) (-
JIOMEH YMEHBIIAETCS TPU TOHWKEHUU TPOBOJMMOCTA HATPUEBBIX KaHAJIOB U
BHEKJICTOUHOW KOHIICHTpPALlMM HATpHs, MPU OXJAKICHUU U TPU YBEIUYCHUU
MPOBOJIMMOCTH MEIJICHHBIX KAJIMEBBIX KaHAJIOB (CIMOCOOCTBYIOIIMX CHAWKOBOM
aJlanTallin); B) BeIcOoTa (2-TOMEHA YBEJIMUYUBACTCS C IITYMOM.

3. Jns mupamMugHOTO HEWpoOHA XapaKTEepHbI BapuaOEIbHOCTH IOPOroB, OBICTpas
WHUIOUALMS NOTCHIMAJIOB ACHUCTBHSI M W3MEHCHHE HAKJIOHA YacTOTHO-TOKOBOM
KpUBOM TMOJ JACHCTBUEM IIYHTUPYIOLIETO TOpMOXKeHus. IlpemyioxkeHa MoJienb,
KOTOpasi BOCIPOU3BOAUT Bce Tpu 3¢ dekTa 3a cuer ydera 3aBucumoctu CO-mopora
(mopora mepexona MeEXIY 3aKPBITBIM W OTKPBITHIM COCTOSHHUSIMH) HATPHUEBBIX

KaHaJIOB OT MHAKTUBAallNH.

JInunblii Briaag aBTopa. OCHOBHBIE PE3yNbTAaThl JAMCCEPTALMOHHOM PabOTHhI
MIOJIyYEHBl JIMYHO aBTOPOM. ABTOpP MPUHHMAIA HEMNOCPEACTBEHHOE Y4YacTHE B
IIOCTAHOBKE 3aJad U OOCYXJEHHH pe3yapTaToB. Pa3zpaboTka ajropuTMoB u
HanucaHue nporpamm no Mmoaenuposanuto 113K ocymiecTBiusnnchy HEMOCPEACTBEHHO
aBTOpoM. [ImaHMpOBaHKE U BBINIOJIHEHUE IKCIIEPUMEHTOB MPOBOJUINCH COBMECTHO C

corpynnukamu OTU um. A.®. Nopde PAH (A.B. Ymxos), UDDE PAH (K. X. Kum
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u A.B. 3aiiieB). OOpaboTka JaHHBIX U MOATOTOBKA Pe3ylbTaTOB K MyOJIMKALIUUA B
PELEH3UPYEMBIX JKypHAJlaX MPOBOAMIACH JUYHO aBTOPOM, TOI/a KAaK TEKCTHI

nyOJIuKaluii ObUIA MOATOTOBIEHBI COBMECTHO C COABTOPAMH.

AnpoGanus padorbl. OCHOBHBIE pPE3YyJbTAaThl JAUCCEPTAIMOHHON PpPalbOTHI
JOKIIAJBIBATINCh HA POCCHICKUX U MEXIYHAPOIHBIX KOHPEPEHIUAX H IIKOJIAaX, B TOM
gucie, «Hevpoundopmaruka» (2013, Mocksa), «l'unmokammn U mamsTh: HOpMa U
naronorus» (2012, 2015, Ilymwmuo), «Maremarndeckas  Ouoiorus U
ououndopmatuka» (2014, [Mymwuno), XXII Cnezne dusnonoruyeckoro ooOIIECTBa
uM. W.II. TlaBnoBa (2013, Bonrorpan), ®uzuka.CII6 (2012, Canxt-lletepOypr),
«White Nights of Computational Neuroscience» (2012, Cankt-IletepOypr), Ottawa
Summer School in Computational Neuroscience (2013, Ottawa, Canada).

Pesynbrarel paboThl OMyONIMKOBaHBI B 14 mMeyaTHBIX paboTax, B UMCIIE KOTOPBIX
4 craThu B JKypHalaX, BKIIOUEHHBIX B cucTeMy nutupoBanus Web of Science:
buodusuxka (2011), Journal of Computational Neuroscience (2014, 2015), Biological
Cybernetics (2015).

CrpykTrypa um o00beM auccepranum. Jluccepramusi wusjioxkeHa Ha 132
CTpaHUIIAX U COCTOUT U3 BBEJICHUS, JIUTEPATYpHOr0 0030pa, pa3eioB ¢ U3JI0KEHUEM
METOJIOB U PE3yJIbTATOB, 3aK/IIOUEHHMs, BBIBOJOB U MNpUIIOXKEHHH. Jluccepramus
conepxut 1 Ttabmuny, 40 puCyHKOB (M3 HHUX 4 B NPWIOKEHUSIX) M CIHUCOK

nureparypsl 3 106 HauMeHOBaHMIA.

COIJEPKXAHHUE PABOTbI
Mopneab 00padoTku nHpopmanum 06 opuentanum u usere B II3K

OcHoBHy10 QyHKIIMOHANBHYIO Harpy3ky B II3K HecyT, BepositTHO, ciou 2/3, B
HUX OOJIBIIMHCTBO HEMPOHOB UYBCTBUTENIbHBI K OpUEHTAIUU U 0K0JI0 60% HEHpOHOB
ABJIAIOTCS YyBCTBUTEIBHBIMHU K 1BeTYy (color-sensitive, CS) [Johnson et el., 2001,

2004, 2008]. Heitponsl II3K opraHn3oBaHbl B OpPUEHTALlMOHHBIE THUIIEPKOJOHKHU
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[Hubel, Wiesel, 1962], ctpykrypa u (QyHKIUS KOTOPBIX MOAPOOHO HCCIEAOBaHA.
MO>XHO 1 BBIIETUTH N0100HYI0 opraHu3anuio CS HEeHpOHOB — BOIPOC OTKPBITHIM.
HccnenoBanuck npobiieMbl KilacTepu3aluu, onmoHeHTHOCTH CS HeWpOHOB, OJJHAKO
JaHHbIe, TOJYYEHHbIE pPA3TUYHBIMU JIa0OPATOPUSIMHU, BECbMa MPOTUBOPEUYUBHI,
MOJIeNId OTCYTCTBYIOT. B pamkax nuccepTaiuoHHOW pabOThl OblLIa COCTaBJIEHA
paboyasi  rumnoTesa, KOTOpas  TO3BOJIMJIA  pa3peliuTh  MPOTUBOpPEUUs
HKCIEPUMEHTATBHBIX JIAHHBIX U TOCTPOUTH MOJIeTh 00paboTKH HHpopManuu 00
opuentauuu u 1usete B [I3K. Cornacno stoii runorese, Heliponsl 113K paznenens Ha
CS u neroneuyBctBuTeNbHBIE (color-insensitive, CI). CI HefipoHBI NarOT CHIIBHBIN
OTBET Ha CTUMYJI ¢ npennoyntaemon opueHranueil. CS uveliponsl [13K pa3aenensl Ha
JIBa MOJITUIIA:

- CS; wHelipoHbI, KOTOpBIE CcaydaitHO (0€3 TEHJEHIMH K KIIACTEPU3ALINHN)
pactipenenensl B crnosix 4CP, 4A u 2/3 [Conway et al.,, 2010]. OHu mnomydaroT
BXOJIHOM CHUTHaj OT KJIETOK HapyxkHoro kojieHdaroro tena (HKT) u obnagaror
KapauHanbHOUW HacTpoiikoi (RG omnmonentHeie Heliponsl B cioe 4C u B-(R+G)
OMIMOHEHTHBIC HEHPOHBI B ciosix 2/3 u 4A, 3aeck noag RG nmoapasymeBaercs, 4To Ha
BXOJl IPUXOJMUT Pa3HOCTh CUTHAJIOB OT KPAacHBIX U 3eJeHbIX Konbouek, B-(R+G) —
Pa3HOCTh CUTHAJIa OT CHHUX M CYMMbI CUTHAJIOB OT KPacHBIX U 3€JE€HBIX KOJIOOYEK).
CS; HellpoHBbI HEUYBCTBUTENbHBI K OPUEHTALIHH.

- CSy; HEHpOHBI, KOTOPbIE OPTaHU30BaHbl B HEOOJBIINE KiIacTepbl B ciosx 2/3.
Bynem Ha3bpiBaTh Takue KiacTepbl IBETOBBIMH O100aMu, MoJpa3ymeBas, YTO OHHU
MPEUMYIIECTBEHHO HaXOASTCs B IIMTOXPOM-OKCHJa3HbIX Ojobax [Livingstone,
Hubel, 1984]. Ywucno 6mo6oB B II3K mnpubnuszutenrHo paBHO YHUCITY
OPUCHTAIIMOHHBIX THUIepKoJoHOK. B pabore [Lu, Roe, 2008] oGocHOBBIBaeTCS
MPEANOIOKEHNE, YTO HEHUpOHBI OAHOro 0700a MPEANOYUTAIOT OJWHAKOBBIE WIIH
omm3kue opueHtanuu. CorjacHo pabote [Xiao et al., 2007], mpu mroO6oM 1BETE
CTUMyJla B IIBETOBOM 0100€ HailayTcs HEHWpOHbI, CclHeuu@UUHbIE K HEMY.
[IpennonoxurenbHO, UMEHHO pachpeaeneHne BXoJaoB oT CS; HEHPOHOB, CUIbHBIC
CBS3M MEXAY COCEIHUMHU HEWpoHamMu W OJM3Koe MojoxeHue apyr kK apyry CS

HEHpPOHOB opHOro 05002 mnOpuBOAAT K TOMy, uTO Onm3kue CS; HEHpOHBI
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MPEANOYNTAIOT CXOXHE OTTeHKU. B Momenu OyayT paccMmarpuBaThes ToJbKO CSy
HEWpOHBI (MHJIEKC OYJeT OMyYIEH), MOCKOIbKY UMEHHO OHU, BEPOSTHO, ONPEICIISIOT
curHai Ha Bbixozie u3 113K o nsere. Bxonnoit curnan B CSy HEMpOHBI MOCTYIAET OT
onHoonmoHeHTHBIX HeilpoHoB (HelipoHoB HKT u CS; ITI3K). Ilocne wuznoxeHus
paboueil THUIMOTE3bl KPATKO OMHUIIEM HCIOIb3yeMoe B paboTe MPOCTPAHCTBO
BUJIUMBIX I1[BETOB.

Derrington et al. [1984] mnocTpownu MNPOCTPAHCTBO BUJUMBIX IIBETOB
Derrington-Krauskopf-Lennie (DKL), mnpeacraBmsitoriee coboit  map, Tpu
KOOPJAMHATHI KOTOPOT'O0 COOTBETCTBYIOT TPEM XapaKTepucTuKam IBeta: sipkoctu (L),
KOTOpasi pacCUMTHIBACTCS Kak cymMma curHaiioB or R m G konbouek; pa3sHOCTH
curHaioB oT R u G konbouek (RG); pazHocTu curHaioB oT B koa0odek u CyMMBbI OT
R u G (BY). CoBOKYIMHOCTbH IIBETOBBIX OTTCHKOB MpPH (PUKCUPOBAHHBIX SPKOCTH U
HACBHIIIIEHHOCTH 00pPa3yI0T KOJBIIO0, TTOITOMY KaXIblii OTTEHOK I[BETa MOXET OBITh
3agaH yriaom. B npemnaraemoii moaenu [I3K mpeanountaembiii HEHPOHOM OTTEHOK
1BeTa OyAeT 3aJaBaThCsl TMOJISIPHBIM YIJIOM HW30JIOMHHAHTHOTO Cpe3a I[BETOBOIO
npoctpancTBa DKL. SpkocT M HACBHIIIEHHOCTH OYAYT OJWHAKOBBI IS BCEX
HEUPOHOB MOJIETIU U 33]1aBaThCs 3HAUCHUSAMU MMapaMeTPOB BXOA.

Cpenu mojmeneil, KoTopble onuchiBaloT oTAenbHbIe GyHkiuu [13K, Hamnbomnee
pa3BUTBl MOJEIIM OPUEHTALIMOHHOM u30upaTenbHOCcTU. [lpocreiimelt Mopenblo,
KOTOpPOM OIHUCHIBAIOT OPUEHTAIMOHHYIO THUIIEPKOJIOHKY, SIBJISIETCSI CETh C KOJbIIEBOM
tonosiorueit (ring) [Ben-Yishai et al., 1995]. Takas mMonens mpencraBiseT coboi
CHUCTEMY PAaBHOMEPHO PACIPEICIICHHBIX MO KOJIbILY MOMYJAIUNA, KaXaas U3 KOTOPhIX
B HJICQJI€ COJICPKUT OCCKOHEYHOE YUCIIO HEHPOHOB, MOJTYYAOIINX OJJUHAKOBBIN BXO]]
(HEeHpOHBI OAHOM TOMYJAMH TPEANOYUTAIOT OJMHAKOBYI0 OpPHEHTAIUIO) W
WHIWBUAYaIbHBIA IyM. B ring-moaenu peanusyercsl CIleayIolee CBOWCTBO
OPUCHTAIIMOHHOW TUIMEPKOJIOHKU: dYeM OJmke MpearnoyuTaeMble OpUEHTALUU
HEWPOHOB, TeM OJIM)KE ITU HEHUPOHBI PACIIONOXKEHBI IPYT K IPYTY U TEM CUJIbHEE OHU
B3aUMOJICHCTBYIOT. J[MHaAMUKa CpelHeW MO MOMyJSIIMA YacTOThI CIAKOB B ring-
MOJIETIM OIUCHIBACTCS WHTErpo-auddepeHnaIbHBIM  yYpaBHEHHEM. Ring-Mozens

AOCTYIIHA MJIsI MATCMATHYCCKOI'O adHAJIM3a M B HCKOTOPBIX CHy4dasdX OOITYCKACT
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ananutudeckoe pemienue [Hansel, Sompolinsky, 1998]. Marematuueckuii aHamus
MOMOT BBISIBUTH U HccleoBaTh Heckoiabko 3ddexroB [13K, Hanbonee BakHble U3
HUX — 3TO WHBAPUAHTHOCTh K KOHTpACTY, 3((PEeKThl BUPTYaJbHOTO BpalICHUS U
HapyuieHus: ciMMeTpuu. OYHKIIMOHANIbHAS POJIb OTBOJAUTCS PEKYPPEHTHBIM CBA3SIM.

[lepBocTeneHHOW 1ENBIO JAMCCEPTAMOHHON paboThl ABIsUIach pa3zpaboTka
MareMaTtuyeckoi mojaenu obpabotku uHbopmamuu o6 opueHtauuu u nusere B [13K.
beina passuta muHuManbHas Mojaenb (Moxaenp 1) u ee Oosee neranbHas
Moaudukauus (Mojenb 2) ¢ y4eTOM KMHETHKHM CHHANTHYECKUX TOKOB, JNEHCTBUSA
IIYHTUPYIOMIETO TOPMOXKEHUSI U HEPABHOBECHOCTH pacCIpe/ielieHUss HEHPOHOB IO
COCTOSIHUSAM BHYTpHU THonyisuuu. bouim BbiBeneHbl (opMyibl IpeoOpa3zoBaHuUs
napametpoB Mogenu 1 B TakoBele Mognenu 2. Kparko ommmem Mogens 1.
[Ipennaraemas mogensb [13K cooTBeTCTBYET yyacTKy KOpPBI, BKIIOYAIOIEMY OOJIBIIOE
KOJIMYECTBO OPUEHTALMOHHBIX THUIIEPKOJIOHOK U ILIBETOBBIX 0J000B. Bce HelipoHbI
CETH SIBJISIOTCS YYBCTBUTENILHBIMU K OPUEHTALIMM U pa3zesieHbl Ha JiBa kinacca: Cl u
CS neiiponos. UtoObI peanuzoBats moaenb [13K mpocreiimum ciocoboMm, s cetu
Oblla BbIOpaHa TOMOJIOTHSL B TPOCTPAHCTBE pPACCMAaTPUBAEMBbIX IPHU3HAKOB,
OpMEHTalMu M LBeTa. TecTUpoBaHHE MOJEIHU C HENePUOAMYECKUMHU TPaHUYHBIMU
YCIOBUSIMH TTOKA3aJI0, YTO CETh MPEANOYUTACT pa3HbIE [IBETOBbIE OTTEHKHU MPU JBYX
CTUMYJIaX, OTJIMYAIONIMXCA HACBIIIEHHOCThIO 1BeTa. YUTOOB u30€XaTh 3TOro
rpanuyHOro s¢pdexra a1 coBokynHocTH CS HEHPOHOB OJHOTO LIBETOBOro 01002
Obl1a BeIOpaHa CTPYKTypa KOJIblia, TakKKe Kak U A coBoKymHocTu Cl HEeHWpOHOB.
Takum oOpazom, B menom cetb CS u Cl HeilpoHOB B HpOCTpaHCTBE LIBETA U

OpUEHTAIlMU UMEET TOPOUAATIbHYIO TONOoJ0THIO (puc. 1).

Puc. 1 Cxemaruueckoe wu300pak€HHWE MOJIEIM C TOPOUJAIBLHON TOMOJOTHEH.
Bonbioe koyblio cOOTBETCTBYET COBOKYMHOCTH Beex Cl HEHpOHOB, Kaxaoe Maioe

KOJIBIIO — COBOKYMHOCTH CS HeWpOHOB OHOTO IBEeTOBOrO O106a. Yrmel ¢ u 6
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XAPAKTCPUIYIOT MMPCAIIOUYUTACMBIC HeﬁpOHaMH OpUCHTAIIMIO W OTTCHOK IIBCTA,

COOTBE€TCTBCHHO

Mogenb 1 sBiIsSIETCS TPOCTONW YaCTOTHOM MOJAENBIO, JUHAMUKA TOMYJISSITIOHHOM
aKTUBHOCTH 3ajJaHa HWHTerpo-nIuddepeHnanbHbiM  ypaBHEHUEM (C  JIMHEHHO-
x, npu x>0

noporosoii I/O ¢pynkuueit [x], = {O 0 ;
, npu x <

ov’(o,t
Ta(;p) = _VO((DJ)_'_ []g/n((pat)]+
: (1)
1
TM;’H’Z‘) = v (0,0,0+]I",(9,0,0)],
T ' ' d 1]
1% (p.0) = [(J¢ + J2Cos 2(p - o D" (0',1) L +
) 4 @)
1] +1)Cos(2(¢p —@,)) +1(9,1),
2r [
1,(0.0.0= [ U} +71Cox0-0))' (9,00 T+ )
0 T
T (@,0)+ 1) +I'Cos(2(¢ — p,)) + ICos (0 - 6,) + 77 (9,0,1),
rie v'(p,0,t) — aktuBHocTh nonyiaimu CS HEHPOHOB, NPEANOUMTAIONINX
OpMeHTaluI0 ¢ u oTTeHok usera O, v°(p,t) — axrtusHOCTh momynsuuu CI
HCﬁpOHOB, HpeI[HO‘{I/ITaIOHlI/IX OpI/ICHTaI_II/IIO §0 ) T — BpeMCHHaSI KOHCTAHTAa

peaKcaIiy 4acTOThI; 77 — OCJIbIiA TayCCOBBIN IIyM C HYJICBBIM CPEIHUM 3HAUCHHEM,

% ' 2 ' 0 0 1 1
<n>=0, n pgucnepcuer o , <n()n(t’)>=oc-6(t-t). lapamerper J,,J,,J,,J,
XapaKTepU3yIT PEKYPPCHTHBIC B3aUMOJCHCTBUS, (QYHKIIUS KOCHHYCA OTPa)KaeT TO
CBOMCTBO, YTO HEHPOHBI CO CXOKUMH MPEMOYTCHUSIMH CHIIbHEE B3aMMOJICHCTBYIOT.

(9] 1
Bxon B 6100 BKiII09aeT curHan o0 OpUEHTaLUU ¢ aMIUIUTYJ0W [, , CUTHAJI O I[BETE C

V) 1 1
AMINIUTY 10U 1 5 (KOTOpaH XaAPAKTCPU3YCT HACBINICHHOCTDH ]_IBCTa), KOMIIOHCHTY I 09

XapakTEPU3YIOUIYI0 SPKOCTh, a Takxke Bxoa OT CI HellpoHOB, XapakTepu3yeMbli
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mapaMCcTpoM .]3. BXOI[ B OPHCHTAIMOHHYIO THUIICPKOJIOHKY BKIIHOUACT CHI'HAJI 00

OpHEHTALMH ¢ aMIUTATY 10k [, 1 don I, .

B Mogenn 2, B ommure oT Mognenun 1, kaxknaass MNOMyJSIUS ONMMCHIBAETCS
cucteMoil nudQepeHIralbHbIX YpaBHEHUNH, OJHO U3 KOTOPBIX IS MEMOpPAHHOIO
MOTEHIMANA, APYTUE — JJI1 CUHANTHYECKHUX IMPOBOAUMOCTEW pa3auyHOro tumna. B
npaByl0 4acTh JU(PepeHIHalbHOTO  ypaBHEHHsS  BTOPOro  MOpsAAKAa  JJIs
IIPOBOJIMMOCTH BXOAMUT MPECHHANTUYECKAST YAcTOTa, KOTOpas PacCUUTHIBACTCS W3
MHTETPAIIbHOTO YPAaBHEHUS, OTPAXKAIOIIETO CTPYKTYpPY CBA3el B ceTu. g pacuera
CpelHEeW MO TMONyJALMH 4YacToThl ucnoyb3yerca [/O  dyHKuMs, BKIOYarolas

cTanmoHapHsbIil wieH [Johannesma, 1968] u Hectanmonapusiii [Chizhov et al., 2007].

IHoBenenne mogesiei II3K npu pazauyHbIX cTUMYJIaX

Cpasaenue otBeToB CS HevipoHoB Mogenu 1 (takxe u Mojenu 2) Ha [IBETHOU
OPUECHTHPOBAHHBIN M HEOPUEHTUPOBAHHBIN CTUMYJIBI TIOKA3AJI0, YTO MPH T00ABICHUN
Ha BXOJ] CUTHaja 00 OpUEHTAIlMN YCUIIUBAETCs MakcuMaibHas yactora CS HEHPOHOB

(puc. 2), 9To corjacyercs ¢ 3KcepuMeHTalbHbIMU AaHHbIMU [Friedman et al., 2003].

a b

2
o, rad

0, rad

0 1

2
o, rad

Puc. 2 Pacnpenenenue aktuBHOCTH CS HEMpPOHOB Ha IUIOCKOCTU (¢,0) CHU3Y HU

npoduiu aktuBHOCTH Cl HEMPOHOB B MPOCTPAHCTBE OPUEHTALIMI CBEPXY B OTBET HA
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) 9] 1 ~ 1
LIBETHOM CTUMYyJI: a: HeopueHTupoBaHHbIM, [, =0; b: opueHTHpOoBaHHBIH, [ =3,
@, =0.9 rad. Tlpoune mapameTppl NPUHMMATU Cieaylomue 3HadeHus: J, =0,

Ji=0,J%=2,J'=3,J,=2,1=1'=1,1'=01u60,=18 rad

IIpn HEOPUEHTUPOBAHHOM HELBETHOM CTUMYJE Mozenb | uMeer pemeHus Tpex
TUNOB, MapxkuHanbHoe (M), romorenHoe (H) wu pemienne ¢ aMIuIUTyIHON
HecTabmibHOCTBIO (Al), Torma xak Mojenb 2 uMeeT KOPPEKTHOE pElICHHE MpU
MOOBIX MapaMeTpax, TO €CTh aMIUIMTYAHasi HECTAOUIBLHOCTD JJI HEE HE XapaKTepHa.
Ha puc. 3a npusenensl (a3oBble auarpaMMbl C TpaHUled oOnacteil (CruiomHas
auHus st Mogenu 2 v nyHkTHpHas mis Mopgenu 1). HamOGonbmuit umHTEpec
MIPEACTABISICT MApPKUHAJIBHOE PEIICHUE, MOCKOJIBbKY B 3TOM CIy4ae MPOSBISIIOTCS
aTTPAaKTOPHBIE CBOMCTBA CUCTEMBI, CIIOCOOCTBYIOIIME HACTPOMKE HA OPUEHTAIHIO.
MapxuHanbHOE pelnieHrue HalIIoanoch B 00euX MoJEeNsAx, ojHako, B Mogenu 1 B
BUJEe cTOsYeil BoiHbl, a B Monenu 2 B Buae Oerymieit Bosnnbsl (puc. 3b). B ring-
MOJIeJId OPUEHTALMOHHON TUIIEPKOJIOHKH Map>KUHAJIbHOE pelieHne B Buie Oeryiiein
BOJIHBI HaOdIOAaeTCs, K NMpUMEpy, KOrjaa MOMYJSIMOHHAS AMHAMUKA OIKCHIBAETCS
perakcalMoHHbIM ypaBHEHHEM C 3aiepkkoi [Roxin et al., 2005] wnu ypaBHEeHHEM
®dokkepa-Ilnanka [CmupHoBa, Ymxkos, 2011]. ABtopsl cratbu [Roxin et al., 2005]
OTMEYAIOT, 4YTO 3aJ€pKKa HUMEET MECTO B CIEACTBUE HEUPOHAIBbHOW H
CUHAIITUYECKON JNWUHAMUKHW, AWHAMHUKMA TE€HEpPAalHUHd IOTCHLHAIOB JEUCTBUA WIH
KOHEYHOCTH CKOPOCTH MPOBEIECHUS NOTEHIMAIOB A€UCTBUA. Torjaa Kak NpUMEHEHHE
ypaBHeHus @Dokkepa-IlnaHka MO3BOJISIET y4ecTh PACHPENEIICHHOCTh HEHPOHOB IIO
COCTOSIHUSAM BHYTpU momyiasiuuu. Takum oOpazoM, xoTss B Mojenu 2 yuyTeHa U
KMHETUKA CHUHANTUYECKUX TOKOB, U PACHPEAECICHHOCTh HEMPOHOB IO COCTOSIHUSIM
BHYTPU TMOMYJSIUWHA, JI1 BOCIHPOU3BEICHUS MAapKUHAIBHOTO PEUIEHUS B BHJE
Oerylieil BOJHbI JOCTATOYHO y4YeTa OJJHOM U3 ITUX JeTaJICH.

PucyHOk 3¢ 1€MOHCTpHUPYET MPOLIECC YCTAHOBIEHUS CTAIMOHAPHOTO PELIEHUS B
IBYX MOZENSAX 0pu cMeHe crtumysa. CTanMoHAapHBIE YacTOTBl M BpeMsl MX

YCTAHOBJICHUA CXOXKHU B IBYX MOJCIIAX.
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Puc. 3 a: ®aszosas quarpamma Ha mwiockoctu (J,,.J,) xonbua CI HepoHOB, KoTOpast

OTpakaeT THIIbl PELNICHMH B OTBET HA HEOPHEHTHPOBaHHBIM ctumyn, 1) =0.

CrnomHas nuHus ecth rpanuna H u M oGnacteit Mogenu 2, myHKTUpHAs JIMHUS —
rpaHuIla aHAJOTUYHBIX obnactet H, u M. Monenu 1; b: DBonronus akTUBHOCTH
Bcex Cl momynmauuit Monenu 2 npu HEOPUEHTUPOBAHHOM cTtuMyde. lIpencraBieHo

pemieHre M npu 3HaYEHHUAX MApaMeTPOB, COOTBETCTBYIOMIMX 3HaueHUs M Monenu 1
J)=-17, J,=48; ¢ Dpomonus axktmBHOCTH monyisuun CS HeipoHOB,
MPEANOYUTAIONINX LIBET CTUMYJIa MPU HEMPEPHIBHOM IIBETOBOM cTtuMyse Mogaenu 1
(MyHKTUpHAs JTUHHUS, J(‘)) =-0.8, le =1.2, JOl =-0.2, le =14, J,=34, I(‘)):Ig =2,
I!=1)=3, I,=2) u Moaenu 2 (CIIONIIHAs JIMHUSA, HAaPaMETPhl COOTBETCTBYIOT
3HaueHUsM mapamerpoB Moxemu 1 6 =0, ¢ =0, Jg =-0.8, Jz0 =1.2, JOl =-0.2,
Jy=14, J, =3.4). Opuenranus ctumyna u Bxox oT Cl HeHpOHOB MOSBISAIOTCS

TOJIKO B MOMEHT BpeMeHH ¢ = 150 ms

CornacHo pabore [Xiao et al.,, 2007], ydacTKu KOpbI, AKTUBHUpPYEMbIC
pa3IMYHBIMA IIBETAMH, YaCTHYHO TMEPEKPHIBAIOTCS BHYTPH I[BETOBOTO 01100a.
[ToaTOoMy OcTaeTcsi OTKPHITHIM BOIIPOC, CIIOCOOCH JIM OJMH I[BETOBOM 0J100 pa3IniuTh
7IBa OJHOBPEMEHHO TPEIBSIBISIEMBIX IBeTa CTHMYJa. UHMCICHHOE MOJEIHpPOBAHHE
nokasaino, uro Mogens 1 (a Takxe u Mojiens 2) B OTBET Ha ABYLBETHBIA CTUMYI (Kak
[IMPOKO, TaK U y3KO HACTPOCHHBII) MOXXET UMETh OJUH U3 TPEX THIIOB PEICHUS: B
rOMOTEHHOW 001acTH MpoUiIh aKTHBHOCTH Ka4€CTBEHHO MOJ00CH BXOY, TO €CTh B

IMPOCTPAHCTBC INBCTA HMCCTCA [IBa IIMKA, COOTBCTCTBYIOIIMX HOBCTAM CTHMYJIA, B
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Map)I(I/IHaJIBHOﬁ obnacTu IMOJIy4acTCs HpO(i)I/IJIB AKTUBHOCTH C OAHHMM IIMKOM 100

MCKAY TOYKaAMHM C KOOpAWHATAMU CTUMYJIA, 0] u 02 ) JIHO0O0 B TOYKE C OIIHOﬁ U3 9TUX

KoopauHat. Takum oOGpa3om, IpH MapaMeTpax U3 MapKUHaIbHOU oOnactu cetb CS
HEHPOHOB OJHOIO LIBETOBOro 0j00a HE CIOCOOHA pa3iaMuYUTh ABa I[BETa CTUMYIIA.
Jis pasnuueHuss TpeOyeTcss NPOCTPAaHCTBEHHas pacnpezeseHHocTh CS HelpoHOB
IIBETOBOI0 0J100a, KOTOPYI IIOKa HENb3sl 3aJ0KUTh B MOJENIb H3-32 OTCYTCTBHUS

OKCIICPUMCHTAJIBHBIX JAHHBIX O PACIIPCACIICHUN CUJIbI CBSI3CH MCIKIAY CS HCﬁpOHaMH.

DOyHKkuMA Npeodpa3oBaHus HEPOHOM BXOJAHOI0 curHajia B Beixoanou (I/0)

/O ¢ynkuus B OonblIMHCTBE pabOT XapaKTEPU3YeTCs YaCTOTHO-TOKOBOM
kpuBoit [McCormick et al., 1985; Power, Binder, 2001]. Ognako 3HaHHWE YaCTOTHO-
TOKOBOM 3aBHCUMOCTH HE€ ABJSETCS JOCTAaTOYHBIM Ui TPEACKa3aHus OTBETa
HeWpoHa, MOCKOJIbKY B OOIIEM Cilyyae CUTHANTHYECKHM BXOJHOM CHUTHAJI B HEHPOH
SABJISICTCS TMOTEHIMal-3aBUCUMBIM. [lokpoBckuit [1978] mnokazan Ha Monenu
XOKKMHA-XaKCIM, YTO HE3aBUCHUMO OT YHUCJIa THUIIOB CHUHANTUYECKUX TOKOB,
CYMMAapHBbIi1 BXOAHOW CHUTHAJI B HEWPOH SBIAETCSA JIBYXIApPAMETPUUECKUM B
KJIACCUYECKOM JIMHEHHOM MpPHUOJMKEHUU 3aBUCHMOCTHM TOKa OT MoTeHuuana. B
JaHHOW paboTe SKCIEPUMEHTAIbHBIM METOJOM JHUHAMUYECKOW (HUKCalMK TOKa
(maty-kimamMn B KOHQUTypallMu  «lejas  KIeTKay) ¢ MaTreMaTHYeCKUM
MojieTupoBaHueM Oblia noctpoeHa mojHas /O gyHKuMsS HelipoHa B TOM cllydae,
Korja BXOJHOW curHan dopmupyeTrcss HaumbOosiee pacnpoctpaneHHbiMU B [I3K
cuHantuueckumMu TokamMu, GABA (Toku, BbI3BaHHbIe akTuBanuen GABA,
pELENTOPOB  MEIHMATOPOM  IPECHHANTHYECKOIO  TOPMO3HOTO  HEWpoOHa Y-
amMmuHoMacliisiHou kuciotori), AMPA u NMDA (Toku, BBI3BaHHBIE aKTHBAIUEH
peuentopoB  AMPA,  a-aMuHO-3-TUAPOKCHU-S5-METUI-4-U30KCA30JIIPONMOHOBOM
kucinotel, u  NMDA, N-merun-D-acnaprat, wmeguaTopoM  IIyTamaToOM
BO30YK/JIalOILIETO MPECUHANTHUYECKOI0 HEHpOHA, COOTBETCTBEHHO); a TaKXke ObLIO
MCCIIEJIOBAHO BIUSHHUE PA3IUYHBIX IMapaMeTpOB M BHENIHUX yCJIOBUM Ha 3Ty 1/O

3aBUCHUMOCTD.
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s moctpoenus 1/0O QpyHKIMM nupamMuaHoOro HelpoHa npedpoHTAIBHON KOPBI
KpBICHl HUCIOJIB30BAJICSI METOJ| NaTy-KJIaMNl B KOH(UIYpaluu «iefias KIeTKa» B
peXuMe IUHaMHuYecKoW (ukcanuu Toka. TOK CTUMYINSLHMH PACCUUTHIBAICA IO

3aperuCTPUPOBAHHOMY Ha mpeablayieM BpeMeHHoM miare (30 wus) morenmuany V(¢)
IIPY 33/IaHHBIX 3HAYCHHUSIX MapaMETPOB CHHANTHYCCKOTO TOKa #(?) W MPOBOIUMOCTH
s(t) nmo dpopmyne u(t)—s()V()-V,), 3necy V  — 310 PUKCUPOBaHHOE 3HAYCHUE
noteHiuana. [locie skCcriepuMeHTa pacCUUTHIBAJIACH CTAIMOHAPHAS YaCcTOTA CIIaliKOB

IIpu BCCX PACCMOTPCHHBLIX 3HAYCHHAX © KU §, IIOJHAA 3aBUCUMOCTDH V(M,S) JJIA

OJITHOTO IOKa3aTEeJIbHOIO HEWpOHa IpuBeneHa Ha puc. 4a. BaxHo, 4yro oOsacth
HEHYJIEBOM CHAaiKOBOM akTUBHOCTH ({2-IOMEH) KOHEYHa, OHa CYyXKaercsi ¢
yBenuyeHueM s . JIeBasd rpaHuna npenckasblBacTCs MOJEIbIO HEMPOHA IOPOrOBOI0O
unterparopa (LIF) (uepnas nunus Ha puc. 4a), a 3HAUUT, ONPEALINIIETCS MOPOrOBBIM
MOTEHIIMAJIOM. AHAJOrMYHasi 3aBUCUMOCTh ObUla MOCTPOEHA IJisi HEWpOHAa THIIA
XomxkuHa-Xakenu (puc. 4b). 3aBUCUMOCTH, MOJYYEHHbIE B DKCIEPUMEHTE U IS
MOJE/IH, Ka4€CTBEHHO COITIACYOTCH.

a b

50 100 150

ulg,,, mv u/g,, mV

Puc. 4 Ilpumepnl (2-TOMEHOB, MOCTPOCHHBIX: 4 i1 OJHOTO PENPE3CHTATUBHOTO
MMPaMUJTHOTO HeHpoHa npePpoHTaTbHOU KOphl MOo0H (18-211eHb) KpBICH IMHUT

Bucrap, 3aBucumocts Vv(u,5) B €IMHHUIAX BXOJHOW mpoBoaumoctH g, =5.1nS
(V,=—60mV"). YepHas nuHMSA — OTO IpaBas TIpaHuna o0OJIaCTU CIANKOBOU
aktuBHocTH LIF-Mozmenu HeWpoHa CO 3Ha4YeHMAMM IapameTpoB g, =5.1n§,

V,==51mV, V,

rest

=—65mV un V_=-60mV; b nna Momenu HeHpoHa THUIIA
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XomxkuHa-Xakenu (V, =—65mV ). UepHas 1uHMs — 3TO NpaBasi IpaHuLa 00JIaCTH

cnaiikopor axktuBHocTH LIF-mMomemu mnpu V, =-40mV, V ,=-65mV n

rest

g, =0.05mS/cm’

Ha monenu 6b110 npoaHaIM3UPOBAHO ACHCTBUE PA3IMYHBIX MapaMeTpoB Ha Q-
noMeH. B skcnepuMeHTe M B MOJEIM OBbUIO HUCCIENIOBAHO JEWCTBUE BHEIIHUX
(dakTopoB (TemMmepaTyphl, KOHUEHTpallMd BHEKJIETOYHOTO HATpus, aJanTalluH,
myma). CpaBHEHHE BOJBT-aMIEPHBIX XapPaKTEPUCTHK, IOCTPOEHHBIX COTJIacHO
ypaBHeHnto ['onbamana-XomxkuHa-Karma, B ciydasx HOPMaJbHOM M MOHMKEHHOMN
KOHILICHTPALIMII ~ BHEKJIETOYHOIO HATpUs [OKa3aJlo, YTO TMpU TOHWKECHUHU
BHEKJIETOYHOW KOHUEHTpPAalUWHW HATpUs YMEHBIIAETCS MOTEHUHAT PEBEPCHH U
MaKCUMaJlbHasi MPOBOJAMMOCTb HATPHs. DTOT BBIBOJ MO3BOJMI CPaBHUTH 3PQEKT,
3aperucTpPUPOBAHHBIN B SKCIIEpUMEHTE, ¢ A PexkTaMu IPOBOAUMOCTH U MOTEHIIHAIA
peBepcuM B MOJEIU. Pe3ynbTaTsl SKCIIEpUMEHTA U MOACIUPOBAHUS COTIIACYHOTCS.

Haunbonee wuHTEepecHble HAOJIOJEHUS CpPEAU BCEX pPE3YJIBTATOB CIEAYIOLIUE:
npaBasi rpaHuna Q-0MeHa, KOTOpas OOyCIIOBJIEHA AETOJSIPU3ALUOHHBIM OJIOKOM,
CMEIAETCs] BJIEBO MPU YMEHBIIEHUM MAaKCHUMaJIbHOW MPOBOJAMMOCTH KAJIHEBBIX
KaHanoB; (2-IOMEH YMEHBIIAETCS NPU TOHWKEHHH IPOBOJUMOCTH HATPUEBBIX
KaHAJIOB M BHEKJIETOYHONW KOHLUEHTPAUMHM HATpUs, NpPH OXJIAKICHHUM U MpPH
YBEJIMUEHUU MEJIJIEHHOTO KaJIHEeBOr0 TOKa (BBI3BIBAIOIIETO CHAWKOBYIO aJlalTalluIo);

BBICOTA Q-JIOMCHa YBCIIMIUBACTCA IIPHU JIO6aBJICHI/II/I nryma.

¢ deKT AejieHNs IIYHTHPYIOLIEr0 TOPMOKEeHHS, BApHAa0eJIbHOCTH IOPOr0OB 1

6BICTpaﬂ HHUIIUAIOHUA ITIOTCHINAJI0B )IeﬁCTBHﬂ

B pabote snekTpoduznoIOrHUECKUMU METOJaMH (PUKCAIlUKd TOTeHIMajda |
JTMHAMHYECKON (pUKcaluu TOoKa (MaTd-KjiaMm B KOH(QUTYpAIUU «Iiejiasi KIETKa»), a
TaKke MaTEeMaTHYECKOT'O0 MOJICTMPOBAHUS HUCCIEAOBaHbI TpU 3¢ deKTa CrakoBon
AKTUBHOCTH HEMPOHA, KOTOPHIE€ CYIIIECTBEHHO BIMUSAIOT HAa €0 MOBEACHUE U MPU STOM
HE BOCIIPOU3BOIATCS MOJEISIMU TUNA X0 KKHMHA-XaKciau. Cpeu HUX YMEHBIICHUE

HakKJIOHa YacTOTHO-TOKOBOM KpI/IBOﬁ HeﬁpOHa 104, HeﬁCTBHCM IIYHTUPYOUICTO
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TOPMOKCHUA, BapI/Ia6CJIBHOCTB IIOpoOTOB H 6BICTpaSI MHUIKWaOUuA ITOTCHIOHUAJIOB

JIEVUCTBUSL.

Hcnons3ys cnenuanbHO pa3paboTaHHBIE MPOTOKOIBI CTUMYISIIUU B PEKUMAX
¢duKkcanuy MOTEHIIMAIA U THHAMHYECKON UKCAIIUU TOKA, HA TMPaMUIHBIX HEMPOHAX
OBLIO TOKa3aHO, YTO Bce TpHU dPdekTa HabMOAAIOTCI OJHOBPEMEHHO (puc. 5 a, ¢),
X0Ts 3(Q¢eKT AeleHus XapakTepeH He s Bcex HeilpoHoB. Kpome Ttoro, ObL10
3aMEUeHO, YTO MOPOTH MOTEHIIMAJIOB JIEHCTBHS CYIIECTBEHHO 3aBUCST OT BPEMEHU
MocJie JEMOISPU3YIONIeH CTyNeHbKH (puc. 5 b), TO €CTh OT MHAKTUBALIUM HATPUEBBIX
kaHajoB. C JOpyroil CTOpPOHBI, OBUTH MPOBEPEHBI MOJCIH HEHpOHA BCEX OCHOBHBIX
KIIaCCOB Ha TMpeaMeT BochpomsBeaeHus dddekroB. Hu omgHOil Momenw,
BOCIIpOM3BOsIIeH Bce Tpu 3¢dekra, Haiitu He yaanock [Chizhov et al., 2014].
[TosToMy, 4TOOBI MPOBEPUTH MPEIIONOKEHHE O CBSI3U dPPEKTOB C 3aBUCUMOCTHIO
CO-nopora (mopora mepexofa MEXIy 3aKpPBITBIM W OTKPBITBIM COCTOSIHUSIMH)
HATPUEBBIX KaHAJOB OT MHAKTHBAIMH, OblIa pazpaboTaHa MOENb, B KOTOPOU IJis
ONMCaHUs KMHETUKH HATPUEBBIX TOKOB OBLIA COCTAaBJICHA MapKOBCKas MOJCIb C
y4EeTOM OTOH 3aBHCHMOCTH. OJTa MOJENTb HEHpoHa BOCHPOU3BOAHWT BCE TpPHU
Ha0I01aeMbIX B dKciepuMente dddexra (puc. 5 d, f).

Ecmu BepHyThCcs K 3amade mocTtpoenust moxenu [I3K, To TnaBHBIM BBHIBOL,
KOTOPBI MOXKHO CZEJIaTh MO pe3yIbTaTaM ONMMCAHHOTO MCCIIEIOBAaHUS Ha KICTOYHOM
YpPOBHE, 3aKIOYaeTCsl B TOM, YTO TOCKOIBKY 3((EKT HeleHus MIyHTHPYIOIIETO
TOPMO’KEHHUSI HAOIIOJJAeTCs ajeKO HEe Yy BCEX HEHPOHOB, TO OH HE MOXET HrpaTh
00MBIIYIO POTH B (DYHKIIMOHUPOBAHUH KOPHI. B TO ke BpeMs, 3TO HE eTWHCTBCHHBIN
3¢ (HeKT MYHTHPYIOMIETO TOPMOKEHUS, TO3TOMY B LI€JIOM JICHCTBUE IIYHTHPYOIIETO
TOPMOKEHHUsI OBbUIO yuTeHO B Mogmenu 2. J[pyruM BBIBOJOM SIBJISIETCSI TO, YTO B
Oymy1em, eciii BOSHUKHET He0oO0X0oauMocTh noctpoenus mozenu [13K ¢ moapobupim
BOCTIPOHM3BEJICHUEM KHHETUKH HOHHBIX TOKOB, TO TakKas MOJENb JOJDKHA TaKKe

YUUTBIBATH U 3aBUCUMOCTD CO-nepexona HAaTPUCBLIX KaAHAJIOB OT MHAKTHBAIIUU.
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a DKCIIEpUMEHT b c

B0~

-36 - - - Pyramidal neuron, in vitro - - - -~

100 150 200 250 300
ms

d monennb e

VT (mV)

Puc. 5 CpaBaenue 3(hpeKToB, 3aperucTpUPOBAHHBIX B IKCIIEPUMEHTE (a-c) Ha OJTHOM
pernpe3eHTaTUBHOM HeMpoHe U B Mojaenu (d-f). a: [Ipumep crailkoBod aKMBHOCTH,
JEMOHCTPUPYIOIIUN  BapuaOeNbHOCTh  MOPOTOB M OBICTPYIO  HWHUIMAIUIO
MIOTEHIMAJIOB JeicTBUs. b: 3aBucuMocTh mopora cnailka OT BPEMEHH IIOCIIE
JETOAPU3YIONICH CTYNEHH, XapaKTEPU3YIOIIETrO CTEIEHb MHAKTUBALIMM HATPUEBBIX
KaHAJIOB, TOrO € HEWpoHa. €¢: YacCTOTHO-TOKOBBIE KPHUBBIC HEWpPOHA IPHU TPeEX
pPa3IMYHBIX 3HAYEHUAX HpoBoauMOCTH. d—f: 3aBUCHMOCTH, aHAJIOTUYHBIE a@-C, HO

IMOJTYUYCHHBIC HA MOJCIIA THUIIA XOI[)KKI/IHa-XaKCJII/I MUPpaAMUIHOTO HeﬁpOHa

BbIBO/IbI

1. Ha ocHoBe nuTepaTypHBIX IaHHBIX pa3paboTaHa MUHUMAJIbHAsT MOJIEIb
oOpabotku wuHpopMmanuu o uBete u opueHtanuu B [I3K (Mogenr 1) u ee
Momudpukanus (Mozaenb 2) ¢ y4eToM KHUHETHKH CHUHANTHYECKHX TOKOB, JCHCTBHUS
IIYHTUPYIOIIETO TOPMOXEHUS U HEPAaBHOBECHOCTH paclpelieNieHUs] HEHMPOHOB IO
COCTOSIHUSIM BHYTpH momyisiiuu. B Mojenum paccmaTpuBaeTcs ceTh HEHPOHOB B
MPOCTPAHCTBE MPU3HAKOB, IIBETA W OPHUEHTAIMH, C TOPOUIAIBHOM TOMOJOTHEH.

HOKa?)aHO, qTO MOJACJIb AAacT BBIXOI[HOI\/'I CHUT'HAJI, COOTBCTCTBYIOH_II/Iﬁ OXKNJaCMOMY,
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TOJIBKO MIPU aHAJIOTOBOM BXOJI€ B I[BETOBOI 0100 U MpH MEPUOIUYECKUX FPAHUYHBIX
ycnoBusx. [loMuMo TOro, 4to B MOJAENM 3aJ0KEHBI OCHOBHBIE MPUHILMUIBI paOOThI
[I3K, ™Moaenb  BOCHPOM3BOAMT  HM3BECTHbIE  aBTOpaM  JKCIEPUMEHTAIBHO
HaOmonaemble  3QdekTo: dyactora cnailkoB CS HEHpPOHOB TMpU  LBETHOM
OPUEHTUPOBAHHOM CTHMYJE€ BBIIIE, YE€M IMPU L[BETHOM HEOPUEHTUPOBAHHOM;
aktuBHOCTh CS HeiipoHOB B cpeaHem Bbiie akTuBHOCTH CI HelipoHoB. Moaenb
Takke TMpejackasbiBaer ocoOenHoctd  noBeaeHus [I3K  npu  HeueTHOM
HEOPUEHTUPOBAHHOM CTUMYJIE U TMpU JBYUBETHOM cTumyie. Mogens 2
BOCIIPOM3BOJUT Bce€ BhIsIBICHHBbIe HA Mogenu 1 s dexTsl, HO MoOKa3bIBaeT Ooliee
CIIOXHYI0, IO CpaBHEHHUIO ¢ Mojenbio 1, TMHAMUKY MONYJISIMOHHON 4YacTOTHI MpHU
YCTAHOBJICHUU CTallMOHAPHOTO PELIEHUS M J1aeT MapXKUHaJIbHOE pelieHue (mpu
HEOPUEHTUPOBAHHOM HEIBETHOM CTHMYJ€) B BHJAE Oeryieidl BOJIHBI, TOrJa Kak
Mogenb 1 — B BUa€ CTOSIUEH BOJIHBI.

2. Iloctpoena I/O ¢yHKIMS HEHpOHAa BO BCEM JUana3oHE BXOAHBIX CUTHAJIOB,
TOKa U TPOBOAMMOCTH, W BBISBJICHBI OCHOBHBIE (DAKTOpBI, BIUSIOIIME HA HEe.
OKCHEepUMEHTAJIbHO U Ha MOJENU TUla XOJKKHUHA-XaKCIU MOoKa3aHo, 4To 00JacTh
CHalKOBOM aKTMBHOCTH HEWPOHA HA IUIOCKOCTH JBYX YIPABISIONIMX CUTHAIOB ((2-
nomeH) kKoHeuHa. IllyHTupyromee TOpMOXKEHHE CyXaeT JAuana3oH TOKOB,
BBI3bIBAIOIIMX T'€HEPALMIO MOTEHIMAIOB JieicTBHs. OCHOBHBIE MapaMeTpbl HEHpOHa
M MHOTME BHEUIHUE (PAKTOPbl OKa3bIBAIOT CYIIECTBEHHOE BiIMsHUE Ha (opmy Q-
JIOMEHA, B YaCTHOCTH: a) YMEHbIIIEHHE TTPOBOJUMOCTH KAJIUEBBIX KAaHAJIOB MPUBOJIUT
K CIBHUIY JENOJSPU3ALMOHHOrO OJIOKa B CTOPOHY MEHBIIUX TOKOB; 0) (-I0MEH
YMEHbBIIIAETCS TPU MOHM>KEHUH TIPOBOJUMOCTH HATPUEBBIX KAHAJIOB U BHEKJIETOYHOM
KOHIEHTpAallMl HaTpus, NpU OXJKICHUM U TPU YBEIUYEHUU MPOBOAUMOCTH
MEJJICHHBIX KaJUEBbIX KaHAJIOB (CIMOCOOCTBYIOIIMX CIAWKOBOW aJanTaluu); B)
BbICOTa {)-TOMEHA YBEJIMYUBACTCS C IIYMOM.

3. DKCIepuMEHTAIBHO MOKa3aHOo, YTO JJI MUPAMHUIHOTO HEWpPOHA XapaKTEpHBI
BapuaOeNbHOCTh TOPOTOB, ObICTpas MHUIMAIMS TMOTEHLUUAIOB JEUCTBUS U
M3MEHEHHE HaKJIOHA YaCTOTHO-TOKOBOM KpHUBOW MOJ JEHCTBUEM LIYHTHPYIOLIETO

TopMOXkeHUs1 (mocieqHuil 3(h@(eKT 3aperucTpupoBaH HE y BCEX HEUPOHOB).
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[Ipennaraemasi Mojeiab HEWpOHAa TpeAcKa3biBaeT, 4YTO Bce Tpu dPdekra
BOCIIPOM3BOJSTCS TOJIBKO B Ciy4ae, Korja yureHa 3aBucuMoctb CO-nopora (mopora
nepexojia MEXIY 3aKPBITBIM W OTKPBITBIM COCTOSHHSIMU) HATPUEBBIX KaHAJIOB OT

MCIUICHHOﬁ HMHaKTHUBAaIlUH.
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