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1. BBEJIEHHUE

1.1 AKTyaJbHOCTD

XoTsi HeHpo(dU3MOJOTUYECKUE UCCIENOBAaHUS Jald OrPOMHOE KOJMYECTBO
cBeneHnil o nepBuyHoi 3putenbHoi kope (I13K) mo3ra, MHOrHEe MexaHU3MbI pabOTHI
OCTalOTCSI HEBBIACHEHHBIMH KaK Ha KJIETOYHOM YpPOBHE, TaK W Ha CHCTEMHOM.
Hekotopeie npoGiemsl uzyuenus [I3K u Bcero mos3ra HEBO3MOXKHO PELIUTH TOJIBKO
(bU3HOIIOTHUYECKUMH METOJIaMU, IOATOMY HeoO0xomuM Ouoduzudeckuid moaxon. K
TaKUM TpobsieMaM OTHOCATCS TOUCK MeXaHu3Ma o0paboTKu MH(OpMAIMU O IBETE B
I[I3K u oObsicHEHHE TPUYUHBI HAOMIOACHHUS HEKOTOPHIX CBOWMCTB HEMpOHA, Cpeau
KOTOpPBIX HM3MEHEHME HAKJIOHAa YacCTOTHO-TOKOBOM KPUBOW MOJA  JICHCTBHEM
IIYHTUPYIOIIETO TOPMOXKEHHs, BAapUaOEIbHOCTh MOPOTOB U OBICTpas WHULUALUSA
MOoTeHIIMaNoB AeiicTBus. buodusznueckuit moaxon k u3ydenuro 113K 3axmrouaercs B
TOM, 4YTO MpoOjemMa paccMaTpuBAETCd Ha HECKOJBKUX YPOBHSAX OpraHU3aluu
(K1€TOYHOM, TOMYJSIHUOHHOM UM  CHCTEMHOM), OKCIIEpUMEHTalbHbIE JaHHbIE
JIOTIOJIHSIFOTCSl MaTeMAaTUYECKUM MOJIeTTUpoBaHreM. V3ydeHre Ha HECKOJIbKUX YPOBHAX
OpraHu3any HeoOXOJUMO MOTOMY, YTO CBOWCTBA OTAENIbHBIX HEUPOHOB CIIOCOOHBI
BIIUATh Ha NOBEJCHHE BCEW KOpBI, K Mpumepy, B paborax [Priebe, Ferster, 2012;
Anderson et al., 2000] yka3biBaeTcs Ha BEPOATHYIO 3HAYMMOCTh ILIYHTHPYIOIIETO
TOPMOXKEHHS ¥ BapraOeIbHOCTH MOPOroB B 00padboTke nndopmarnuu B [13K.

YcraHoBneHue Mmexanuzma 00padotku napopmanuu o nsete B [13K ocnoxusercs
TEM, YTO OTCYTCTBYET Kakas-In0o aJieKkBaTHas MaTeMaTudeckas Mojenb mpoiecca. Ha
CETOAHSIIIHUN IeHb pa3BuTO Oousbioe koiaudecTtBo Mozenel [13K paznuuynoro ypoBHs
CJIOKHOCTH U JAECTAbHOCTH, HO OHU OTPAaHUYMBAIOTCS PACCMOTPEHHEM U30UpaATEIbHbBIX
K OpHEHTAIlMU HEHPOHOB, TO €CTh OMUCaHuEeM 00pa0doTKu HHGOPMAIIUK 00 OPUEHTALINH.
Tonpko B HECKOJIBKUX paboTax paccMaTpuBajlaCh OpUEHTAI[MOHHAsS W30UPaTEeIbHOCTh
Heriponos  [I3K  Bmecte ¢  JOuUpeKIMOHANBbHOW  M30HMPATENBHOCTBIO  WJIH
M30UpaTETLHOCTRIO K TPOCTPAHCTBEHHOM dYacToTe. Takum o0pa3oM, aKTyadbHOMH
3amaued sBnIAeTcs pa3Butue Oosee mosHou Mozenu [I3K, omuceiBaromieit momMumo

MpoYero mpoiecc 00padboTKu UHPOPMAIIHH O IIBETE.



6

Crnenyet Takke OTMETHUTBh, YTO POJib, KOTOPOU NpuHATO HanesaTs 113K, cocrout B
Cy’)KeHUU TMpoQuis B MPOCTPAHCTBE OPHEHTALUU, TO €CTh B OPUEHTAIMOHHOMN
HacTpoiike. K 3TOi HAacTpoliKe MOKET HPUBOAWTH YBEJIMYECHHE IIYHTUPYIOIIETO
topmoxkeHus: [Anderson et al., 2000], xoTopoe wHMeeT HEMOHATHbIN 3PdeKT,
3aKIIOYAOIINANCS B M3MEHEHMM HAKJIOHA YacTOTHO-TOKOBOM KpHMBOM HEMpOHa.
[lockonbky MexaHu3M 3(QeKTa He BBIICHEH, TO aKTyaJlbHbIM OCTA€TCAd M3y4YeHUE
npoOJieMbl, B YaCTHOCTHU, NOCTPOCHHE MOJEIU HEWpoHa, KOTopas Obl KOPPEKTHO
BOCIIpOM3BOIMAa  (QopMy  CHaWKoB, BapuabeNbHOCTh THOpPOroB U 3pdext
UIYHTHUPYIOIIETO TOPMOKEHHUSI.

N3yvas 3¢ ekt myHTUPYIOUEro TOPMOXKEHUSI, HEBO3MOXXHO 00OWUTH mpobiemy
npeacTaBiaeHus QPyHkiuu Bxoaa-seixoaa (I/O) HeltpoHa, Beb OHA SIBASETCS KIFOYEBOM
(GyHKIMOHAIBHON XapakTepucTukol HelpoHa. To ecTb emie OAHOM akTyalbHOMN
3ajaveil siBisgerca nocrpoeHue nojaHoi /O pyHkuuu HelipoHa (¢ MOMOIIBIO HOBOTO
ANEKTPO(PU3HOIOTMUYECKOT0 METO/la JWHAMUYECKON (UKcalMy TOKa) U H3y4yeHUe

BIIMSIHUS HA HEE Pa3IuYHBIX (haKTOPOB.

1.2 Hesan padoTbl

C yuyeToM JaHHBIX SKCHEPUMEHTAIHLHOTO U MOJIEIHLHOTO M3yYEHHs] CBOWCTB
KOPKOBBIX HEHPOHOB OCYIIIECTBUTH MEPEXO01 K MOJCIMPOBAHUIO MEXaHU3Ma 00pabOTKH

uH(popMauu 00 OPUEHTALIMH U LIBETE B IEPBUYHON 3pUTENBHON KOpE.

1.3 3agaun

1. TlocTpouTh MUHMMAJIbHYIO MOJIENIb 00paObOTKU HH(POPMAIIMK 00 OPUEHTAIUH U LIBETE
ctumyna B II3K, xotopas Obl yuuTBIBaJa SKCHEpUMEHTAJbHBIE JaHHBIE O
LBETOUYBCTBUTEJbHBIX HEHPOHAX U pa3periana Obl UX MPOTUBOPEUHUs. 3aTeM Pa3BUTh
mozens II3K ¢ y4eToM KMHETMKHM CHHANTHYECKHX TOKOB, d((dexTa MIyHTHUPYIOLIEro
TOPMOXKEHHSI 1 HEPAaBHOBECHOCTH pacIpe/ie]IeHUs] HEHPOHOB MO COCTOSHUSM BHYTPU
nonyssuuu. [Ipocneauts 3 pexT BOSHUKHOBEHHS CIIOHTAHHOTO MPEANOYTEeHUS [BETa
WM OPUEHTALMK B YCJIOBUSIX HEOPUEHTUPOBAHHON M HEIBETHON CTUMYJISLUH, dPPeKT

YCWJICHHs OTBETa Ha LBET MNpHU MOsABIEHUU HHDOpMmaruu o0 opueHTaluu, 3pQeKT,
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Ha6JIIOI[a€MBII>'I IIpHU ABYLIBCTHOM BXOAHOM CHUTHAJIC. CpaBHI/ITB IMMOBCACHUEC MOJCIIN TIPU
«aHaJIoroBoM» M «JUCKPCTHOM)» BXOOaxX. CpaBHI/ITB MMOBCACHUC MOJCIN TIpHU

MNEPUOAUYCCKUX U HCIICPUOANYCCKUX I'PAHUYIHBIX YCIIOBHAX.

2. C noMomipo 3JeKTpOo(hU3U0JIOTHIECKOT0 METO/Ia TUHAMUYECKOW (UKCAIMUd TOKa
MOCTPOUTH 00JIACTh HEHYJIEBOM CHAaWKOBOM aKTMBHOCTH NMUPAMMJIHOTO HEWpOHA Ha
IUIOCKOCTH  YIPAaB/SIOIIMX MAapamMeTpoB, TOKa M HOpoBOAMMOCTH. llomyduts
anajornynyto I/O QyHKIIMIO MOIETEHOTO HEMPOHA U MPOCIEAUTH ICUCTBHE OCHOBHBIX
rapaMeTpoB MoJenu Ha Hee. CpaBHUTH ACUCTBUE IIyMa, OXJAXKICHHS, YMEHBIICHUS
BHEKJICTOYHOM KOHLEHTpAllUd HATpHsl U JONOJHMUTEIBHOTO TOKA, HMPHUBOJAIIETO K

aJanTaiuy craikoB, Ha [/O 3aBUCUMOCThH HEHPOHA B HKCIIEPUMEHTE M Ha MOJICIH.

3. DKCIepuMEHTANIbHO H3YYUTh Ha HEWpOHax MpePpOHTATBHOW KOPbI KPBICHI
BapuabebHOCTH MOPOrOB, OBICTPYIO MHUIMAIIMIO TOTEHIIUAIOB ACHCTBUS U U3MEHEHUE
HAaKJIOHa 4YaCTOTHO-TOKOBOM KPHUBOM IOJ JEUCTBHUEM IIYHTUPYIOLIETO TOPMOXKECHUS.
[IpennoxuTh MoAenb HEHWpOHa, KOTOpas BOCIHPOU3BOAUT Bce TpH 3dPdekra

OJTHOBPEMECHHO.

1.4 HoBHM3HA ¥ 10CTOBEPHOCTb NMPEAJI0KEHHBIX METOA0B M pelIeHu

1. BnepBble mnpennokeHa MOJAEIb NEPBUYHOM 3pUTEIBHON KOPBI, OMMCHIBAOIIAS

MEeXaHU3M 00paboTKH MH(OPMAIIUU O IIBETE U OPUEHTAIIUU.

2. DKCNEPUMEHTAIILHO C MIOMOIIbIO COBPEMEHHOTO AMEKTPO(U3HOIOTHIECKOTO METOA
TUHAMUAYECKOM (hrKkcaluu TOKa BIepBbIe MocTpoeHa mojiHas [/O ¢yHkuus HelpoHa.
brnaromapsi aToMy Takke BIEpBbIE CHCTEMHO HCCJIEIOBAHO ACHCTBUE TMapaMeTpoB (B
MOJICJI) ¥ BHEUIHUX (PAaKTOPOB (B AKCIEpPUMEHTE M B Mojenu) Ha I/O 3aBHCUMOCTH

H€I>'Ip0Ha BO BCEM AMaIla30HC BXOJHBIX CUTHAJIOB.

3. Brnepsble npeuiokeHa MOJEIb HEHpOHA, KOTOpas BOCIPOU3BOIUT OJHOBPEMEHHO

W3MEHEHUE HAKJIOHA YacTOTHO-TOKOBOM KpHUBOW HEHpPOHAa MOJ JEHCTBHEM
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UIYHTHUPYIOIIETO TOPMOXKEHHUS, BapHaOeIbHOCTh MOPOTOB M OBICTPYIO HHHUIHALINIO

HOTEHIUATIOB JIEUCTBHU.

1.5 Teopernyeckasi M NIPAKTHYECKas 3HAYMMOCTh

Bo-nepBrix, mpennoxkeHHas B pabore mozenb [I3K mo3Bonuna mo-HOBOMY
B3IJIIHYTh Ha Tpouecc oOpaboTKM MHGOpPMALMM O LBETE B 3PUTEIBHOM CHCTEME.
Bo-BTOpbIX, 3HAaHHME MEXaHU3MOB PabOThl MEPBUYHON 3pUTENBHOW KOPBI, OJHOW W3
CEHCOPHBIX 30H KOPbl MO3Tra, IOMOXKET B U3YYEHHUH CJIOKHBIX KOTHUTUBHBIX (PYHKIIHA,
peann3yeMbIX C y4aCTUEM aCCOLMATUBHBIX 30H, MOCKOJIBKY BCE 30HBI KOPBI SIBJISFOTCS
aHAJIOTMYHBIMU 10 CTPYKType. B-TpeTbux, HOBblE CBEACHMS O MEXaHU3Max pabOThbI
II3K ciyar pa3BUTHIO KOMIIBIOTEPHBIX TEXHOJOTMH M TEXHUYECKUX YCTPOUCTB
pacrno3HaBaHusi 00pa30B. 3aMMCTBOBAHUE MEXAHU3MOB Pa0OThI Y JKUBBIX CUCTEM YiKe
HEOJHOKPATHO ITOMOTajI0 yCOBEPIIEHCTBOBATh YCTPONCTBA UIN TEXHUYECKHUE CUCTEMBI,
MPU3BAHHbIE BBIMNOJIHATH Te K€ QyHKIuH. IlosToMy mMOHUMaHuEe MexaHHu3Ma
¢bynkumonupoBanus [I3K mocnyxuT mpopeiBy B pa3pabOTKe CHCTEM TEXHUYECKOTO
3pEHHUsI, KOTOPHIE MOKAa CYHIECTBEHHO YCTYIAIOT >KMBBIM 3PUTEIBHBIM CHUCTEMaM IIO
CBOMM TEXHHYECKMM XapakrepuctukaMm. Marematuyeckas monens I[I3K sBusercs
CBSA3YIOLIIMM 3BE€HOM MEXIY CHCTEMaMH pEabHOIO M TEXHUYECKOIO 3pEHHS.
B-uetBepthix, B Meaunune moaenb 113K HeoOxoauma Takke W JUisl IPOTE3UPOBAHUS
3peHusi. A TOCKOJBbKY MOJEeJb, OINHUCHhIBaIoLas 00pabOTKy HH(pOpMaluu O LBETE,
IIPEJIOKEHA BIIEPBBIC, TO ITO OTKPHIBAET HOBOE HAIIPABJICHUE B IPOTE3UPOBAHNM.

MaremaTH4ecKoe MOJEIMPOBAHNE U DKCIIEPUMEHTAIbHOE UCCIIEI0BAHNE CBOWCTB
€IMHUYHOTO HeMpoHa yKa3aiau Ha To, uTo: 1) npu pazsutuu mozaenu [13K neodxoaumo
YUUTHIBATh JCMCTBUE ILIYHTHPYIOMIETO TOPMOXEHHS; 2) Mpolecc Iepexoaa Hu3
3aKPBITOrO COCTOSIHUSI B OTKPBITOE€ HATPUEBBIX KAHAJOB 3aBHUCUT OT MHAKTHUBALUH, U

6I/IO(l)I/IBI/ILI€CKI/I J€TaJIbHas1 MOACIIb HGprOHa JOJIDKHA YYUTBIBATH 3TY 3aBUCUMOCTD.

1.6 IloJ10:keHUs1, BHIHOCUMbIE HA 3aLIIUTY

1. Pazpaborana mozaens I13K, koTtopas oTpakaeT OCHOBHBIE MPOIECCH 00PaOOTKH

MH(OpPMAaLIMK O IBETE M OPUEHTALIUU HEpaCIpeie]IeHHOro CTUMYJa. Mozens coryiacyeT
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pSAI  W3BECTHBIX OKCIEPUMEHTAJIbHBIX JIAHHBIX, JIOKa3bIBa€T TO, YTO CETh
[[BETOUYBCTBUTEJbHBIX HEHPOHOB B Ka)JOM KjacTepe — IBETOBOM 0100e — UMeeT
MEPUOJUYECKYI0 CTPYKTYPY B MPOCTPAaHCTBE LBeTa. MoOeNb TaKXe MpeCcCKa3bIBaeT

BbIOOD ceThio HeilpoHoB 13K oTTeHka 1Bera npu pa3inyHbIX THUIaX CTUMYJIA.

2. /O ¢yukuuss HelipoHa SBISETCS JABYXIapaMeTpUYECKOW B  ciaydae
MOTEHIIMAJI-HE3aBUCUMOCTH CHHANTUYECKUX MpoBoguMocteid. OOnacTh HEHyJeBOU
CHaiikoBOI aKTUBHOCTHU HEMpOHA Ha MIIOCKOCTH JIBYX YIPABJISIONINX CUTHAJIOB, TOKA U
poBoaUMOCTH, (Q2-10MeH) KoHeuHa. lllyHTupytomiee TOpMOKEHHE CyKaeT TUana3oH
TOKOB, BBI3BIBAIOIIMX TE€HEpAIUI0 MOTEHUUAIOB JedcTBUA. OCHOBHBIE MHapaMeTphl
HeHpOoHa U MHOTHE BHEIIHUE (DAKTOPBI OKAa3bIBAIOT CYIIECTBEHHOE BIMSIHUE Ha (HopMy
Q-710MeHa, B YaCTHOCTH: a) yMEHbIIIEHUE MPOBOJUMOCTH KAJIMEBbIX KAHATIOB MPUBOJUT
K CIBWUTY JETOJSPU3ALMOHHOTO OJOKa B CTOPOHY MEHBIIUX TOKOB; 0) (-momeH
YMEHBIIAETCS] IPU MOHMWKEHUH MPOBOJUMOCTH HATPUEBBIX KAHAJIOB U BHEKJIETOYHOU
KOHIICHTPALIMM HATpHUsA, NPHU OXJAXKIACHUU W TPU YBEIUYECHUU TMPOBOIUMOCTH
MeJIJICHHBIX KAJIMEBBIX KaHAJOB (CIIOCOOCTBYIOIIMX CIIAKOBOM aJanTallii); B) BBICOTA

Q—JIOMGHa YBCIINYHUBACTCA C ITYMOM.

3. Jlns mupamMuIHOTO HEHpOHA XapaKTepHBI BapHaOeIbHOCTH IMOPOTOB, OBICTpas
WHUIMANNS TOTCHIINATIOB ICHCTBUS M M3MEHEHUE HAKIIOHA YaCTOTHO-TOKOBOW KPUBOM
MoJl JCUCTBHEM INIYHTHPYIOIIEro TopMOXeHus. [IpemnoxxkeHa Mopaenb, KoTopas
BOCIIPOM3BOJUT Bce TpH 3Pdekra 3a cuer yuyera 3aBucumoctu CO-mopora (mopora
nepexojia MEXIY 3aKpBITBIM U OTKPBITBIM COCTOSHUSIMH) HATPUEBBIX KaHAJIOB OT

HWHaKTHBaIlluu.

1.7 Anpobauusi padoThI

OcHOBHBIE  pe3yJbTaThl JUCCEPTALMOHHOM pabOThl  JOKJIAJBIBAIUCh  HA
POCCUHMCKMX U MEXIyHApOAHBIX KOHQEpEeHUMSIX U IIKOJaX, B TOM YHCIE,
«Heiipoundopmatuka» (2013, Mocksa), «I unmnokamMIil ¥ namsTh: HOpMa U NATOJIOTHS»
(2012, 2015, Ilymmno), «Marematuyeckass Ouonorust u OuonHdpopmaTuka» (2014,

[Tymuno), XXII Cre3zne Gusnonornyeckoro odmecrsa uM. M.I1. [TaBnosa (Bonrorpan,
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2013), ®usuka.CII6 (2012, Canxt-IletepOypr), «White Nights of Computational
Neuroscience» (2012, Canxkt-IlerepOypr), Ottawa Summer School in Computational
Neuroscience (2013, Ottawa, Canada).

PesynbraTer paboThl OyOMMKOBaHb B 14 me4aTHBIX padoTax, B YHCIIe KOTOPHIX 4
CTaThU B ypHalax, BKIIOUYEHHBIX B cucreMy uuTupoBanus Web of Science:
buodusuxka (2011), Journal of Computational Neuroscience (2014, 2015), Biological
Cybernetics (2015).
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2. JUTEPATYPHBIN OB30P

B sTom paznene OyayT nmpuBeIeHbB OCHOBHBIE CBEJCHUS O TIEPBUYHOM 3pUTEIIHHOM
kope (II3K), cBoiicTBax 1BETOUYBCTBUTENBHBIX (color-sensitive, CS) HeHpOHOB,
nporiecce 00paboTKku MHGOPMAIIMHU O IIBETE M OPUEHTALIMK CTUMYJa B CETYATKE Iias3a,
HapyxkHOM KojeHuatoMm Tene (HKT) tanmamyca v mepBUYHON 3pUTENBHOM KOpe; O
(GyHKIIMM BXO/a-BbIXOJa HEMpPOHA; O TaKUX IJIOXO M3YyYEHHBIX 3PdeKkrax crnailkoBoit
AKTUBHOCTM HEHpOHAa, KaK HM3MEHEHHME HAKJIOHA YaCTOTHO-TOKOBOM KPUBOW IIOJ
JIEMCTBUEM IIYHTUPYIOLIETO TOPMOXKEHUS, BapualEeNbHOCTh IMOPOrOB U ObICTpas
nHunmanus norenuuanos aevcteus (I111). byner onucana paGodas runoresa, KOTopas
ObuUla  COCTaBJIeHa,  4YTOOBl  pa3peliuTh  MPOTHBOPEYHMS  CYIIECTBYIOIIUX
sKcriepuMeHTaNbHbIX JaHHbIX 0 [I3K u xotopas Oblia B JanbHeHIIeM HCIONb30BaHA
JUIsl TIOCTpOeHUsI Mozenu obOpaboTku uHpopmaruu o nuere u opueHtauuu B [13K.
Taxxe Oyner mnpuBeneH KpaTKuid 0030p pa3pabOTaHHBIX paHEee MaTeMaTHYEeCKUX

moneneit [13K.
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2.1 Monean o0padorku ungopmanuu 00 opuenranum u usere B [I3K

2.1.1 Knaccuuyeckoe npeacraBjieHle O MOJKOPKOBBIX CTPYKTYpPax 3pUTeIbLHOM

CUCTEMBI

OmnwuimreM cHavamda KJIACCHYECKOe TPEACTaBIEHUE O TMpolecce NpeoOpa3oBaHUs
3pUTENHHOTO CHTHAJIa Ha YPOBHE CETUaTKW TJa3a W MOAKOPKOBBIX cTpykryp (HKT
tamamyca). [IpeoOpa3zoBaHue SHEPrHUM CBETa B SHEPTHI0 HEPBHOTO BO30YKICHHUS,
dboToTpaHCAyKLIMS, MPOUCXOIUT B Maloykax M Kojiboukax (¢oropeuentopax) Ha
ceruaTke ria3a. CieayeT OTMETHTh, YTO y NMPUMATOB BBIACISIOT TPU THIA KOJIOOYEK,
OTJIMYAIOIINXCS CTIEKTPATbHON YyBCTBUTEIBHOCTHIO: R, TIMHHOBOJIHOBEIE KOJIOOUYKH,
MaKCUMYM YyBCTBUTEIBHOCTH KOTOPBIX COOTBETCTBYET KPACHOMY YYacTKy BHIUMOTO
aWanasoHa JUTMH BONH (cmekTpa); G, CpemHEeBOJTHOBBIE - 3€JICHOMY Yy4YacTKy; B,

KOPOTKOBOJTHOBBIE — CHHEMY y4acTKy (puc. 2.1).

Normalized absorbance

200 500 600
Wavelength {nm)

Puc. 2.1 CrnekrpanbHasi 4YyBCTBUTEIBHOCTh KOJOOYEK M MaJOYEK CETYaTKU TIja3a
yenoBeka. JlaHHble mMoOdMy4yeHbl METOAOM MHUKpocnekTpodoromerpun [Bowmaker,
Dartnall, 1980]. LlBera KpuBBIX COOTBETCTBYIOT THIy KOJOOUYEK, 4YepHas KpuBas

COOTBECTCTBYCT MAJIOYKaAM

UYepez OuMonspHble KIETKA JIIEKTPUYECKUH CHUTHAN OT (HOTOpELenTopoB
IepeaacTcss B FaHIVIMO3HBIE KIETKH CETYaTKH, KOTOPbIE B OTBET HA 3TO I€HEPUPYIOT
MOTEHIIMAJbI JEHCTBUS, TiepeaBas Bo30yKJIEeHUE B MOJKOPKOBBIN 3pUTENbHBIN LIEHTP

(HKT Tanamyca). 'anrinosnble kietku cetyaTku, Helponsl HKT u te neitponst [13K,
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KoTopble nonydatoT Bxo oT HKT, uMeroT perienTUBHBIE OIS TUTIA LIEHTP-NIepUQepus.
3/1ech pelenTUBHOE I0JIE HEHpPOHAa — 3TO Y4acTOK CJIOS PELEeNnTOpPOB CEeTYaTKH, MpHU
3pUTENBHONW CTUMYJISIIIMM KOTOPOTO KJIETKa TeHEpUpyeT WIM MOAU(PUIUPYET CBOMH
BbIXOAHOU curHai. B pabGore [Stanley et al., 1999] mo pekoHCTpyKUHMH KapThbl
aktuBHOCTU 177 xnetrok HKT Obl10 BBIABICHO, YTO KApTHUHKA, MCMOJb3yeMas Kak
3pUTENbHBINA CTUMYJ, KOHTYpHO npoenupyercs B HKT. Oto cnyxuT cBUaeTeNbCTBOM B
MOJIb3y TOTO, YTO HEHUPOHBI C PELENTHBHBIM IOJEM TUNA LEHTp-nepudepus
BBINIOJIHAIOT (DYHKIMIO TIepejaud CUTHalla Jaibllle B MO3T, OCYIIECTBIISAs MOTOYEUHOE
onucaHue «u300paxkeHus». HelipoHbl ¢ peleNTUBHBIM MOJEM TUIA LEHTp-epudepus
Ha3bIBAIOT TAK)KE ONMOHEHTHBIMU HEHpOHaMHU.

3putenbHas uHPopManms nepenaercs oT cetdarku uyepe3 HKT B II3K mo
napajuiesibHbIM KaHanaMm. [loa kaHamom moapazymeBaeTcs LEnoyka MocieI0BaTeIbHO
CBS3aHHBIX HEMPOHOB, MPUHAJIEKAIINX PATUUYHBIM CTPYKTYpaM (a IMEHHO, CETYaTKe
rnaza, HKT tanamyca u pmaxe [13K), co cxoxuMu penenTUBHBIMHM TMOJSMHU THUIIA
HueHTp-nepudepus. BeiiensioT cienyronye KaHaibl:

1) L, nepenatouiuii unpopmanuio o spkoctu. [Ipuyem cyiiecTByIoT 1Ba MOATUIIA
ATOro0 axpoMmaTrHoro kaHama, On (ecnu MATHO CBETa B LIEHTPE PELENTUBHOIO MO
HelpoHa KaHaia Bo30ykaaeT, a Ha nepudepun Topmo3ut) u Off (ecnu naTtHo cBera B
IIEHTPE PEIENTUBHOTO MOJIsi TOPMO3UT, Ha TIepudeprn BO30yKIaeT).

2) RG, mepenmamommuii pa3HOCTh CHTHATIOB OT R (mmmHHOBOMHOBBIX) U G
(cpenHeBOMHOBBIX) KOOOYeK. CyIIECTBYIOT OISThH K€ JBa MOJTHUIIA, KOTJIa KPACHBIM
BO30Y’KJIa€T, 3€JICHBI TOPMO3UT, U HAa00OpOT. PenenTuBHOE MoOJe B 3TOM Clyyae
OTHOCUTCS K TUITYy LEeHTp-1iepudepus ToJIbKo ycioBHO. Tak, k mpumepy, B padote [Field
et al., 2010], rae pekOHCTpyHpOBaHA CUCTEMA CBSI3EH KOJIOOUEK M TaHTJIMO3HBIX KIIETOK
IJ1a3a, MOKa3aHo, YTO BbIPAKEHHOU LIEHTp-iepudepusi CTPyKTYpbI HET.

3) B-(R+G) wnu BY, nepenaromuii pa3HOCTh CUTHaNA OT B (KOPOTKOBOITHOBBIX)
KOJIO0oOueK M cyMmapHoro curHajga or R m G koinGodek. DTOT KaHal TaKKe IBYX

IIOATUIIOB, COOTBETCTBCHHO.
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2.1.2 DkcnepuMeHTAJNBHBIE JaHHBIe 0 MOp(oJsiornu U pyHkunonuposanuu 3K

B II3K, xak B TUIMYHOW HOBOM KOPE MO3Tra, BBIAEISIIOT HIECTh cl10eB. OTMETUM
CHayaja, YyTO BXOJHON CHUTHal OT MOJKOPKOBBIX CTPYKTYyp HPHXOAWUT CHadaja B
CEHCOpPHBIC 30HBI HEOKOPTEKCA, MMPUYEM OOBIUHO B YETBEPTHIH cioil. CripaBeyIuBO U
ato ansa [13K? B pa6ore [Chatterjee, Callaway, 2003] o 351ekTpopu3n0I0THIECKUM
orBeeHusaM oT akcoHoB HKT addepentoB B mHakTuBUpOoBaHHOU Mycuumoiiom 13K
00e3bsiH ObLIa MpeJIoKEeHa cXeMa MPOEKIn, n300pakeHHast Ha puc. 2.2. CorjacHo
ATOU CXeMe, aXpOMATHBIN CUTHAJI IPUXOIUT B OCHOBHOM B ciioii 4Ca, RG — B croii 4CP,

BY — B ciom 2/3, 4A.

P K
Puc. 2.2. Jlmarpamma, otpaxatomas mnpoekuuu HeilpoHoB HKT rtamamyca B II3K

o0e3bsHbl, U3 padotsl [Chatterjee, Callaway, 2003]

B II3K mnpoucxomut ©Oosee ciokHas W CHCIMATU3UPOBAHHAS TepepadoTKa
nHdpopmanuu, yeM B cetuatke 1 HKT, BMecTo moToueqHOro onucaHusi u300pa>keHUs
MIPOMCXOUT BBIJICTICHNE 3HAYNMBIX MMPU3HAKOB. OTHUM U3 TAaKUX MPU3HAKOB, KaK OBLIO
nmokazaHo B pabore [Hubel, Wiesel, 1962], saBmseTcs opueHTAIUs TOJOCOK,
COCTaBJSIOMINX KOHTYphl Hu300pakeHus. bompmmucTBo HeiipoHoB [I3K umerot
HEKOTOPYHO  MPEANOYNTAEMYK)  OPUEHTALMIO  IPAJMEHTa,  COOTBETCTBEHHO,
MaKcUMajbHasg aKTUBHOCTh MX HAOJIO/IaeTCS B OTBET HA CTUMYJI C MPEANOYUTAEMOM
opuentanueil. [lo runoreze Xpro0ena n Buzena Ha OpHEHTALIMOHHO-YYBCTBUTEIbHbBIE
Hetiponsl [13K ¢ mpocThiMU perenTUBHBIME TOJSIMH KOHBEPTHUPYET Pl aXpOMAaTHBIX
HEWPOHOB C PELENTUBHBIMU TMOJSIMH Tuma meHTp-nepudepus. I[Ipeamountaemas

opucHTaIusA OCTACTCA HEU3MEHHOM IIPpHU MPOXOKACHUHN IJICKTPOAa BEPTHKAJIBHO CKBO3b
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TOJIILY KOPBI, U MEHSETCS TUIABHO IO WJIK IPOTUB YaCOBOW CTPENKU MPHU MPOXOKIECHUN
AJIEKTPOAA MapauIeTbHO IOBEPXHOCTH KOPBI. DTO CBHUJETENBCTBYET O TOM, 4YTO
OpUEHTAIMOHHO-1yBCTBUTENIbHbIE HEUPOHBI KOPBbI OPraHU30BaHbI B KOJIOHKU, KOTOPbIE
B CBOIO odepelb 00pa3yloT TurnepkosoHKH. OpueHTanuoHHble Tunepkononku (OI)
ObUIM BU3yaJIM3UPOBAaHbl METOAOM ONTHYECKOW PErucTpaluy akTUBHOCTH. B 3ToMm
clly4ae ¢ MOBEPXHOCTH KOPbI 3allMChIBAETCS BOSHHUKAIOUIEE MPU 3PUTEIILHOM CTHUMYJIE
OTIpe/IeIEHHON OpHEeHTAlMM MPOCTPAHCTBEHHOE paclpe/elieHne aKTUBHOCTH, 3aTEM
MyTeM HaJOXKEHUS TaKUX 3aluceld B OTBETHl HA CTUMYJIbI PA3IUYHON OpPUEHTAIMH C
OKpPAacKOW pa3IMYHbIMU [IBETAMU CTPOUTCS MOJIHASL OpUEHTallMOHHas KapTa. Ha puc. 2.3
MIpUBEJICHAa OpUEHTAIIMOHHAs KapTa u3 padoTs [Blasdel, 1992]. Bunno, 4to Bcio kapty
MO>KHO pa30UTh HAa yYACTKHU C MOJHBIM HA00OPOM OPUEHTALIUN, TUIABHO MEPEXOIAIINX U3
oJHOM B apyryro. Takue yyacTKU U SIBJISIFOTCSI OPUEHTAIMOHHBIMU THIEPKOJIOHKAMH.
Pasmep wu xommuectBo OI' Bappupyercs y pasHbIX JKHUBOTHBIX, Yy Oolee
BBICOKOOPTaHW30BAHHBIX MJIEKONUTAIOMIUX KOJIMYECTBO THIIEPKOJIOHOK CYIIECTBEHHO

OoJIbIIIE.

Puc. 2.3. OpueHTanrioHHass kapTta 00€3bsHBI, 37I€Ch IIECTh IIBETOB COOTBETCTBYIOT

IIECTH OPUEHTAIMSAM COTJIACHO MmaHenu crpasa [Blasdel, 1992]

[Tomumo cnenuduynocty k opueHtaunu HelipoHoB 13K 3ameuensl Takxke qpyrue
cneruduyHoctu. K npumepy, HEKOTOpble HEUPOHBI 3PUTEIBHON KOPbI N30UpaTeIbHO
pearupyroT Ha OIPEAEIICHHOE HAIlIPaBJICHNE JBUKECHUS TPAJUEHTA, IPOCTPAHCTBEHHYIO
4acTOTy, WM LBET. bosee Toro, HeKOTOpble HEUPOHBI CIEU(PUUHBI OJHOBPEMEHHO K

HCCKOJIBKUM IIpHU3HAaKaM, HAIPUMEP, K IBETY U OPUCHTALINH.
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Ecau mpornecc o6pabotku uHbpopmarmu 06 opueHtaruu B [13K Obur Xopoiio
AKCIIEPUMEHTAIbHO HCCIIEOBAaH U BOCHPOU3BEAECH B MOJEISAX, TO MEXaHU3MBbI
00paboTku WH(OpPMAIIMK O I[BET€ OCTAIOTCS HESICHBIMH. A Beab OOJbIIas OJIS
HetipoHoB [13K sBisSI0TCS 4yBCTBUTENBHBIMH K IIBETY, Tak, coryiacHo [Johnson et al.,
2001; 2004; 2008], Ha 10110 IBETOUYBCTBUTEIBHBIX HEMPOHOB NpUX0UTCs 0K010 40%
Bcex HeipoHoB [13K, a B cnosx 2/3 no 60%. BaxHo orMeTuTh, 4to B oTiinyue ot CS
HelipoHoB HKT muorume CS wneitponwl II3K sBnsitorcst Taxke n30MpaTeabHBIMU K
opuenranuu [Johnson et al., 2001; Economides et al, 2011]. 3Otor dakt
CBUJIETENbCTBYET O TOoM, uTo Ha ypoBHe I[I3K morokum uHbpopmanuum o 1Bere u
OpUEHTAIlMU CMEIIMUBAIOTCSA. ODKCIEPUMEHTAJIbHbIE JlaHHBbIE, KOTOpbIE KacaroTcCs
oOpabotku wuHpopmanuu o usere B I[I3K, Becbma mnporuBopeuuBsl. [losTomy
MHOT0O0O€IIaloNMM Ha JaHHOM »Tane pa3Butus 3HaHus o [13K sBasercs nmoctpoenue
MPOCTOM MOJENH, KOTOpas MOXKET pa3pelinTbh MNPOTUBOPEUYUS U BOCIPOM3BECTU
HauOoJee BaKHbIe JaHHbIE. DTO U ObLIO NMEPBOCTENIEHHOW 3ajjauell AuccepTalMOHHON
padoTHL.

Hekortopble  sKkcriepuMeHTalIbHblE  pa0OThl  OBUIM  TMOCBSIIEHBI  MOHCKY
AQHAJIOTMYHOM  OPHUEHTAlMOHHOW THIEPKOJOHKE CTPYKTYpPhl, B KOTOpPOW  ObI
oOpabateiBaiach uHGopmarus o mBere. OJHUM U3 TEPBBIX OTKPBITHH B 3TOM
HampasieHuu Obuto TO, yrto A [I13K xapakrepHo Haluyue HUTOXPOM-OKCHAA3HBIX
6510008 B ciosix 2/3, npudyeM HelpoHbI B 07100aX MPEUMYIIECTBEHHO OTBEYAIOT HA I[BET
[Livingstone, Hubel, 1984]. Onnako, HejaBHUE UCCIEAOBAHUS METOJAOM ONTHYECKOTO
KapTUPOBAHMUSI U MUKpPORJIEKTpoaHoN TexHukou [Landisman, Ts’o, 2002] mokazanu,
yTo Oombinas moyst CS HEHpPOHOB HAXOMWUTCS B IIUTOXPOM-OKCHJA3HBIX 0100ax, HO
umerotcst CS Heiiponbl u BHe uXx. Lennie et al. [1990] u Leventhal et al. [1995]
uccienoBan  [I3K  MHKpO3JIEKTpOAHON TEXHUKOM M HE HAIUIM CBUICTEIBCTB
knactepusanuu CS HeliponoB. Torna kak B padote [Lue, Roe, 2008] cienan BBIBOJ O
kinactepusanuu CS HEWpPOHOB B IIMTOXPOM-OKCHAA3HBIX Onobax. Xiao et al. [2006;
2007] onTHYECKMM KAPTUPOBAHUEM C BBICOKMM pa3pelIeHUEM 3apeTruCTPUPOBAIIH
MaTpHILy LBETOBBIX KapT (puc. 2.4), 3TU KapThl OOBIYHO CUJIBHO TNEPEKPBIBAIOTCS C
LUTOXPOM-OKCUa3HbIMU O05100amu. Ha OoCHOBE 3THUX JAaHHBIX MOXHO MPEANOI0KUTh,
yro CS Heiponsl [I3K cTpykTypupoBaHbl, a MUMEHHO, B HEOOJIbBIIOM ydYacTke (B

cpenaem 160 pm) pasmernieHbl KooHKH CS HEMpPOHOB Tak, 4YTO HEHUPOHBI OTHOM
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KOJIOHKHM OTBEYAIOT Ha OJJMHAKOBBII OTTEHOK, HEHPOHBI COCETHUX KOJOHOK OTBEYAIOT
Ha OJu3Kue OTTEeHKH. B Mojenu, NpeanokKeHHOM B JIUCCEpPTAIMOHHON paborte,
3all0kKeH0, 4TO Oonbinyro ¢yHKIMOHaNbHYI0 Harpy3ky B II3K HecyT umeHHO

kiactepuzoBanHbie CS HEMPOHBI, TOJAPOOHEE CMOTPUTE HIKE.

Puc. 2.4. a [[geToBas kapTa 00€3bsHBI, 3/IeCh IBETHBIMU TOUYKAMHU OTMEYCHBI MUKH

obnacTell oTBeTa, 0OBEJCHHBIC OBAJIOM Ha puUCyHKe b. K mpuMepy, akTHBHOCTb KOPBI
IpU JKEITOM CTUMYJIE 3apEerUCTPUpOBaHAa BHYTPH KEITOTO KOHTypa B b M MNHK
AKTUBHOCTH B 3TOM 00J1aCTU OTMEYEH OJHOM U3 KENTHIX TOUeK B a. Macimitad 500 um; b
OO6nacTu OTBETOB Ha pa3jM4YHbIC LIBETA CTUMYJa B OHOM Kiactepe, Kaxnas obnactsb

oTBeTa 00BeIcHa KOHTYPOM COOTBETCTBYIoMIEro neera. Macmrabd 100 um. [Xiao et al.,

2007]

[lepen omucanmem pabouell THMOTE3bl CIEIYEeT YHNOMSHYTh €Ile€ HECKOJbKO
HauOoJee CyIIECTBEHHBIX IKCIHEPUMEHTANBHBIX IAHHBIX, KOTOpPbIE, B IIEJIOM, JAIOT
OombIie BOMPOCOB, ueM 0TBeTOB. B oTiuune ot HeliponoB HKT CS neiiponst 113K He
uMeroT kapauHanbHoOM HacTpoiiku (RG u B-(R+G)), To ecTh MoryT okazaTbces
MPEeANOYUTAOIUMY, K MPUMEPY, MaJUHOBOrO, LIMAHOBOTO WM JIFOOOT0 JAPYroro
orrenka npera [Hass, Horwitz, 2013]. Friedman et al. [2003] moxka3zamu, dYTO
akTuBHOCTh CS-nHeliponoB II3K B 5-6 pa3 cuibHee, korga B PELENTHBHOE IOJIE
Mo al0T TPaHULIbl GUTYP HEXKEIIU OTHOPOIHASI 00J1acTh BHYTPHU GUTYP. DTOT 3P (DEKT,
BEpPOSITHO, HAOIIOJAETCS 3a CUET COCAMHEHHS MPOIECCOB 00pabOTKU MH(POPMAIIMH O

uBete u opueHranuu Ha ypoHe I[I3K. Johnson et al. [2001; 2004; 2008] uzyuanu
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n3ouparenbHocTh HelpoHoB [13K k 1BeTy M opueHTaluu U MokKas3alid, YTO HEHMpOHBI
[I3K ObIBaOT Tpex THUIOB: OJHO-, JIBY- M HeoNmoHeHTHbIMH. [lo cBolcTBam
OJITHOOIIOHEHTHbIE HeipoHbl mNoxoxku Ha Heillponsl HKT (Heilponsl oOnamarot
KapAuHaIbHOM HacTpoiikod mo 1BeTy RG wmu B-(R+G) u He uyBCTBUTEIBHBI K
OpUEHTAIlMU), HEONIMOHEHTHbIE HEHPOHbI HEUYBCTBUTENIbHBI K LIBETY M 00JaJaroT
CUJIbHOM OPUEHTALlMOHHON HACTPOMKOM, IBYOIIIIOHEHTHBIE HEUPOHBI OTBEYAIOT Ha LIBET
u opueHTanuio. Ha nepBslii B3risia, 9Tu AanHble Johnson et al. mpoTuBopeyaT BhIBOJAM
Hass, Horwitz [2013]. Ognako, o otBetam HelipoHoB [13K Ha BX0/bI OT Tpex TUIIOB
KOJIOOYEK IO OTJIEIHHOCTH, MPEeICTaBICHHBIX B padoTe [Johnson et al., 2004], moxxHO
3aKJIIOYUTh, 4YTO JJs1 JIBYONIIOHEHTHBIX HEHPOHOB HeoOs3aTelbHa KapAWHaJIbHas
Hactpoiika. CS Heiponsl [13K 06manatoT 0OTHOCUTENBHO IUPOKON HACTPONKON Ha IIBET
[Xiao et al., 2007], Toraa kak HelpoHbl V4 30HBI KOPbI 00J1aJaI0T Y3KOM HACTPOHUKOU
[Zeki et al., 1983].

C uenbio pa3peluTh MPOTUBOPEUNs SKCIIEPUMEHTAIBHBIX JaHHBIX U MOCTPOUTH
Mozienb 00paboTku uHpopmanuu o6 opueHtauuu U nsete B [I3K Obuta cocraBiieHa

ciemyroias padbodasi TUIIOTe3a.

2.1.3 Paboouas rumnoresa

Heiipons 113K paznenenst Ha CS u Cl. Cl HelipOHBI HEUYBCTBUTEIBHBI K IBETY U
JAlOT CUJIbHBIA OTBET HA CTUMYJ C TMPEANOYUTAEMOW OpHUEHTAlMel, TO €CTh
COOTBETCTBYIOT KJIACCY HEONMOHEHTHBIX HEUPOHOB, onucaHHOMY B paboTte [Johnson et
al., 2008]. CS neiipons! [13K paznenensl Ha 1Ba MOATHIIA:

- CS; HelpoHbl, KOTOpBIE chydaiiHO (0€3 TEHACHIMH K KJIacTepu3aliiu)
pactipenenensl B ciosx 4CB, 4A u 2/3 [Conway et al., 2010]. Onu mnomydvaroT
HenocpeacTBeHHO BxoJ oT kieTok HKT u obnagarot kapaunansHoi HacTpoiikoi (RG
OnrnoHeHTHbIe HelpoHb! B ciioe 4CP u BY onmoHeHTHbIe HEHPOHBI B ciiosx 2/3 u 4A).
CS; HelpoHBI HEUYYBCTBUTEJIBHBI K OpPHEHTAMM W B 1EJIOM COOTBETCTBYIOT
OJIHOOTIMOHEHTHBIM HelipoHaMm no kiaccudukaiuu Johnson et al. [2008];

- CSy; HelipoHBI, KOTOPBIE OPTaHU30BAaHBI B HEOOJIBIIIME KJIACTEPHI B CIOSIX 2/3.
Bynem Ha3bIBaTh Takue Kiactepsl 1BeToBbIMU Oiobamu (LIB), monpa3ymeBas, 4To OHU

NPpEUMYIMICCTBECHHO HAXOOATCA B HUTOXPOM-OKCHUIAA3HBIX 0106ax. Ywucio IOBE€TOBBLIX
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610008 B II3K mpubau3uTenbHO paBHO YUCITY OPUEHTALIMOHHBIX TMIIEPKOJIOHOK. B
pabote [Lu, Roe, 2008] o6ocHoBBIBaeTcs mpeamnoioxkenue, uto LIb HaxoauTcs BHyTpu
OJTHOM MJTM HECKOJIbKUX OJIM3JIekKAIINX OPUEHTALMOHHBIX KOJIOHOK, TO €CTh HEHPOHBI
onnoro L{b npenmounTatoT oaMHAKOBbIE WK Onu3kue opueHTanuu. bonbmmacTBo CSyy
HEHPOHOB SIBJIAIOTCS JBYONIIOHEHTHBIMU N0 Kiaccudukanuu Johnson et al. [2008],
XOTS HE UCKIIIOUEHA M Majas J10Jis OJHOOMNOHEHTHBIX. [Ipu nmobom 1BeTe cTuMyia B
IIBETOBOM 0500e HalayTcs HeWpoHbl, crneurduunbie k Hemy. CSp HeWpoHsI,
HAaCTPOEHHBbIE Ha MPOTHUBOIIOJIOKHBIE OTTEHKU IIBETa, TOPMO3AT nApyr apyra. Ilon
«TPOTUBOIIOJIOKHBIMIW» OTTEHKAMHU MOAPAa3yMEBAIOTCSA OTTEHKH, yTJI0Bas KOOPAWHATA
KOTOpPBIX Ha M30JIOMUHAHTHOM cpe3e npoctpancTtBa Derrington-Krauskopf-Lennie
(DKL) [Derrington et al., 1984] ornuuaercs Ha m. IlpeAmnonoXKuTenbHO, UMEHHO
pacnpenenenre Bxoa0B OT CS; HEHPOHOB, CWIBHBIE CBA3M MEXAY COCECIHUMH
HeHpoHaMu U OJIM3Koe MosoxkeHue aApyr K Apyry CS HelipoHoB ogHoro LIb nmpuBoasT k
TOMy, uTO Onm3kue CSy HEMpOHBI MPEANOYUTAIOT CXOXKHE OTTeHKH. B Moaenu OymyT
paccmatpuBaThCsi TOMbKO CSp HEHWPOHBI, MOCKOJIbKY HMMEHHO OHHM, BEpOSITHO,
onpexaessitor curiai Ha Bbixonae u3 II3K o nsere. Bxognoi curnan B CSy HEHPOHBI
MOCTYIAeT OT OAHOOMMNOHEHTHbhIX HelpoHoB (HeiipoHoB HKT u CS; II3K). Hwuxe
uHaekc Oyner onymieH. [locne wu3noxeHuss paboyeil TMIOTE3bl KPAaTKO OMUIIEM

BxoaHou curHai B [13K B npennaraemoi Mojienu.

2.1.4 IIpeoOpa3zoBanne nHPpOPMALMHU O I[BETe, MPeAlIeCTBYIOLIEe

npeodpazosanuio B LIb

Ornpenenum CUrHasibl O IBETE, KOTOPBIE BBIXOIAT U3 MTOAKOPKOBBIX CTPYKTYpP. ITO
He cyMMa He3aBUCUMBIX R, G u B curnanos, NoCKoJIbKy y>K€ Ha ypOBHE TaHTJIMO3HBIX
KJIETOK CEeTYaTKU HE3aBUCHUMbIE CUTHAJIBI OT KOJIOOUEK MPeoO0pa3yroTcs B ONIMOHEHTHBIE
curHanel RG u BY. Lentp-nepudepus peuentuBHbIE MO TUIUYHBI JUIsI HEHPOHOB
HKT Tanamyca. OnHako Takasi JUCKPETHOCTh COBCEM HE XapakTepHa st CS HEMpOHOB
B I[BETOBBIX 0y100ax, MO CBOUM MPEANOUYTEHHUSM KOTOpbIE 00pa3yroT KOHTUHYYM B
IIPOCTPAHCTBE OTTEHKOB LIBETA.

B npemaraemoit monenu 13K npenmountaemblii HEHpOHOM OTTEHOK I[BETa OYyIEeT

XapaKTCpHU30BaATLCA  IMOJAPHBIM  YITIOM  HU30JIIOMHUHAHTHOI'O Cp€3a NIBETOBOI'O
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npoctpanctBa DKL (puc. 2.5). Derrington et al. [1984], onupasick Ha MOJTy4YeHHbIE
AKCIIEpUMEHTANIbHBIE TaHHBIE 10 npeAnoyTeHusM HeiipoHoB HKT tanamyca 00e3bsHbI,
MOCTPOMJIA MIPOCTpaHCTBO BUAUMBIX 1BeToB DKL, npencrasistoniee coboit map, Tpu
KOOpPJMHATBI KOTOPOTO COOTBETCTBYIOT TPEM XapaKTEPUCTHUKAM LIBETA:
1) spkoctu (L), koTOpast paccunuThIBaeTCs Kak cyMMa curiaioB oT R u G konbouex;
2) pasznoctu curHaioB oT R u G xon6ouek (RG);

3) pa3zHoctu curHanoB oT B konbouek u cymmsel oT R u G (BY).

Achromatic
axis

S-cone
axis

axis

Puc. 2.5 a IIgeroBoe mnpoctpanctBo DKL, pekOHCTpyHMpOBaHHOE IO YCIOBUSAM
MOCTPOeHMs, NpUBeAeHHBIM B cTaThe [Derrington et al., 1984], B cpeae Delphi; b

M30JIOMUHAHTHBIN CPe3 BETOBOTO MPOCTPAHCTBA MPU CPEAHEM 3HAUYCHUHU L

CoOBOKYIHOCTb  IIBETOBBIX OTTEHKOB TMpH (UKCHUPOBAHHBIX SIPKOCTH U
HACBHIIIIEHHOCTH 00pa3yloT Koibllo B mpocTpancTBe DKL, mosTomy Kaxaplii OTTEHOK
[[BETa MOXET ObITh 33JaH yrjioM. B auccepranmmoHHON paboTe IBET CTUMYyJa U
MPEANOYNTAEMbIE HEMPOHAMM LIBETA XAPAKTEPU3YIOTCA Tpems koopamHatamu DKL
LIBETOBOI'O IPOCTPAHCTBA: YIJIOM 6, ONPEIEIAIOIIMM OTTEHOK IBETA; paauaibHOMN
KOOPIMHATOMW, OTPa)alolIel HACHIIIEHHOCTh IIBETA; BEPTUKAIBHOM KOOPAMHATOM,
ONpEIEIAOIIEH APKOCTb. Yucnennoe IIOATBEPIKICHUE CIIPaBEUIMBOCTH
Mpe/CTaBIEHUs OTTEHKAa Ha BXOJE YIJIOM, TO €CThb B «aHAJIOTOBOM» BHUE, OyneT

MIPUBEJICHO B pe3yJIbTaTax.
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2.1.5 O630p maTtemaTuueckux moaeei II3K. OdocnoBanune BbI0OOpa reoMeTpun

ceTH U nmoaxona Kk moaeauposanuio I3K

BepositHO, mepBoii moOMBITKOM pa3paboTaTh MoOJAETb, KOTOpas MOAOOHO
3pUTENbHON cucTeMe 00pabaThiBaeT MHPOPMAIUIO O I[BETE, MOKHO CUUTATh TEOPHIO
perunekca [Land, McCann, 1971]. AnropuT™ peTHHEKca MocJie MepBOr padOThl OBLI
HEOJIHOKPaTHO MOAU(PHUIIMPOBAH, OJHAKO BCE €ro MOAUDUKAIIMN CUMYITUPYIOT 3P PeKT
LBETONOCTOSIHCTBA, Mpeobpasysd R, G u B 3HaueHus KaxAoro muKcens Tak, 4TOObI
OTTEHOK I[BETa OMpeNessiICs HE3aBUCUMO OT OCBEleHUs. B To ke Bpems, coriacHo
[Foster, 2011], mexanusm 3¢¢ekra IBETONOCTOSHCTBA CJIOKEH U BOBJIEKAET BCIO
3pUTENbHYIO cucTeMy, ipu 3ToM poiib [13K MuHnManbsHa winm orcyterByeT. Mexoas us
BBIIIECKA3aHHOTO, CTAHOBUTCS MOHSTHO, YTO PETUHEKC HENb3s OTHECTU K MOJENISIM
ob6pabotku uHpopmaruu B [13K. Jlna cpaBHEHUS ¢ MOAETIAMH HEOKOPTEKCA PETUHEKC
ObLT peann3oBaH B paMkax mMojenu Bunbcona-Koysna [Bertalmio, Cowan, 2009]. Kak
U JIpyrue aJlrOpUTMbI PETUHEKCA, aJlFTOPUTM Ha OCHOBE ypaBHeHUsI Buibcona-Koysna
npeobpazyer R, G u B curnanbl He3aBUCUMO, a 3TO HE COIJIACyeTCsl C ONMMCAHHBIMU
BBIIIIE DKCIIEPUMEHTANbHBIMU  JaHHBIMH  (paszmensl  2.1.1-3). Hexotopeie wu3
MoaudUKaIuil peTUHEKca BOCIIPOU3BOIAT Takxke d(DPeKT BETOBOro KoHTpacTa [Rizzi
et al., 2004; Bertalmio, Cowan, 2009]. Ho 3toT 3¢ deKkT BOBIEKaeT MPOCTPAHCTBEHHO
HEOJIHOPOAHBIE CTHUMYJIbI, TIO3TOMY He OyJIeT paccMaTpuBaTbCi B JAUCCEPTAILIMOHHOMN
pabore.

Cpenu mopenei, KOTopbsle ONMUCHIBaIOT otaeibHble (yHkiuu [13K, nanbonee
pa3BUTBHl MOJIEIM OPHEHTALlMOHHON wu30uparenbHOoCcTH. IlpocTeilmielt Mopemnsio,
KoTopoil omnuckBatoT OI, sBisieTcss ceTb € KOJBLEBOM Tomonorue (ring) B
MpocTpaHCcTBe opueHTanuil. Takas Mojenb mpencTaBiseT co00il CUCTEMY paBHOMEPHO
pachpeseieHHbIX 10 KOJIbIYy MOMyJSluM, Kaxaas M3 KOTOPBIX B Healle €cTh
OECKOHEYHOE YHCIIO HEMpPOHOB, MOJIyYAIOIIMX OJUHAKOBBIM BXOJA (HEHMpPOHBI OJHOMI
MOMYJISUU MPEANOYUTAIOT OJUHAKOBYIO OPHEHTALMIO) U MHIUBUIYANIbHbIN myMm. B
ring-MofieNiu peanusyercs To cBocTBo OI', uTo yeM Oosee CX0XKHUE MPENOYUTACMBbIC
OpUEHTAlMU HEHPOHOB, TeM OJIMKE 3TH HEUPOHBI PACIOJIOKEHBI APYT K IPYTY U TEM

CWIbHEe OHHU B3auMojencTByloT. B pabore Ben-Yishai et al. [1995] OI' onucana
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MPOCTOI YaCTOTHOM ring-MO/EINbI0, B KOTOPOI MOMYJIALMU PacpeIeNIeHbI 110 KOJIbIlY B
MIPOCTPAHCTBE OPUEHTALIMM, a JUIsl pacyeTa CpeIHEN 0 MOIYJISLNUHA YaCTOThl CIIAKOB
pemaercs UWHTErpo-AuddepeHInalIbHOe ypaBHEHHUE. JTa MOJEeIb JOCTyHHa IS
MOoJAPOOHOTO MaTeMaTHMYeCKOro aHaliu3a M B HEKOTOPBIX CIydyasx JIOMyCKaeT
ananutudyeckoe pemenue [Hansel, Sompolinsky, 1998]. Marematudeckuii aHamu3
MIOMOT BBISIBUTH U HCCIe10BaTh Heckoyibko 3¢ dektoB [13K, Hanbonee BaxHbIe U3 HUX -
3TO HMHBApPUAHTHOCTh K KOHTpAacTy, 3((eKT BUPTyadbHOro BpalleHus U 3Pdext
HapyuieHus: cuMMeTpun. DyHKIMOHANbHAS POJIb OTBOJUTCS PEKYPPEHTHBIM CBS3SIM,
MO3TOMY CUUTAETCS], YTO B MOJIEIH ISl BOCIIPOU3BEACHUS MEPEUUCTIEHHBIX YPPEKTOB
He TpeOyeTcsi oTpakaTh, K mpumepy, ciouctyto crpykrypy II3K. Ognako, cormacuo
¢uznonornueckum gaHHbIM [Thomson, Lamy, 2007] BepoSITHOCTh CBSI3U HEHPOHOB
pPa3IMYHBIX CJIOEB MOXET OBITh B HEKOTOPBIX ciydyasx Oousblie (K mpuMepy,
BEPOSITHOCTh BXOJla HEHPOHOB CJOEB 2/3 Ha HEHUPOHBI CJIOS S5) WIM CpaBHUMA C
BEpOSITHOCTBIO PEKYPPEHTHBIX cBsized. [y ydera cioucToil cTpykTypbl Battaglia,
Hansel [2011] npennoxunu MoAenb U3 ABYX B3aUMOJCHCTBYIONIUX KOJICIH, OAHO U3
KOTOPBIX €CTh CUCTEMA HEUPOHOB CJI0EB 1-4 1 BTOpoe — ciioeB 5-6. [1o kaxxaoMy KOJIbILY
B OTOM MOJAENM PpPaBHOMEPHO paclpeleneHbl BO30YyKIAlolMe U TOPMO3HbIE
OJIHOKOMITAPTMEHTHBIE 3KCIIOHEHIMaIbHbIe LIF HEelpOHBI.

JlpyruM HampaBlIeHHEM B MOJEIUPOBAHUU SIBJISETCS pa3BUTHE OMOPU3MYECKU
neranpHoll Mozenu II3K. B Takux moapoOHBIX MOJENSX YYUTHIBAETCS KUHETHKA
pPa3IMYHBIX HMOHHBIX TOKOB, CHJIa CBSI3€M MEXAy HEMpPOHAMH, PACIPEICICHHOCTh
HEHPOHOB B KOpe W mpouue Jetanu. Tak, K mpumepy, mojenb u3 padotst [Chizhov,
2014], mocTpoeHHast Ha OCHOBE (DYHKIMH pacrpeseieHus] HEHPOHOB B MPOCTPAHCTBE
BPEMEHH, MPOLIEAMIErO OT MPEABIIYIIETO ClIaliKa, ONMMUCHIBAET HECKOJBKO cocequux Ol
COCTOSIIIMX M3 pAacHpelesieHHbIX B JABYX CJOSX MONYyJsAUUNA BO30YXKIAIOWUX U
TOPMO3HBIX JBYKOMIIAPTMEHTHBIX HEHUpOHOB. XOTS BEPOATHOCTHBIE MOJENU
MIPETEHAYIOT Ha KOPPEKTHOE ONMCAHUE IMEPEXOJHBIX IPOLECCOB, OHU CIMUIIKOM
CJIOKHBI JUTs aHanu3a OonbuHCTBA 3ddexToB [13K. AnbrepHaTUBHBIMU JETAIbHBIMU
MOJICIISIMHU SIBIITFOTCSL TaKXKe MOMyJsainuoHHble Mojaenu [Symes, Wennekers, 2009] u
MOJICJIM CETH HEHMPOHOB THMa XOKKHUHA-Xakciau [Shummers et al., 2007; Basalyga et

al., 2012; Rangan et al., 2009].
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O6padoTka nHDOpMaId 00 OPUEHTALIUU SBISETCA HE €TUHCTBEHHON (DyHKIHEH
I13K, B Hel Takxe oOpabarbiBaeTcsi MHQPOpPMALUs O MPOCTPAHCTBEHHOW YaCTOTE,
HaIpaBJICHUH JBUKEHUS, IIBETE M MPOUYUX XAPAKTEPUCTHUKAX 3PUTEIHHOIO CTUMYIIA.
JIBe MoJanbHOCTH ObUIM pacCMOTpPEHBbI B Teoperuyeckoil pabote [Bressloff, Cowan,
2002], a UMEHHO, OpHUEHTAIUs U MPOCTPAHCTBEHHAS] YacTOTa. ABTOPBI MPEUIOKUIU
chepruecKyo TOIOJIOTUIO CETH B MPOCTPAHCTBE MPU3HAKOB TaK, YTO TOJIOKEHUE
HelpoHa Ha cepe 3a1aeT ero NpeArnoYUTaeMyt0 OPUEHTAINI0 U IPOCTPAHCTBEHHYIO
gacTtoTy (puc. 2.6). Ecnu HeilpoH uMeeT KOOpAMHATHI OJHOTO MOJItoca Cepbl, TO OH
HaxXOJQUTCs B LEHTpe HuszkouyacToTHOM OI, ecin ke NPOTHUBOMOIOKHOTO, TO OH
HaXOJUTCSA B LEHTpe BbICOKOUacTOTHOM OI'. DTa Mojenb, ONUChIBaOIIasl HECKOJIBbKO
B3aumojieicTBytomux OI', mokaspiBaeT poib JokanbHbIX (BHyTpu OI') U AIMHHBIX
TOPU30HTANIBHBIX CBsi3ed (Mexay HedpoHamu pasznuuHbix OI') B HacTpolike Ha
OpMEHTAIMI0O W TPOCTPAHCTBEHHYIO 4acTOoTy. B nuccepranvoHHOl paboTe Takke

OCJIbIO OBLIO OIMMCATh ABC MOJAJIbHOCTH, IBCT U OPHUCHTAILIUIO.

orientation ¢

Puc. 2.6 Cxematnueckoe n3o0OpakeHrne cQepruyeckoil TOMOJIOTUU CETU HEUPOHOB M3
pabotsl [Bressloff, Cowan, 2002]. OpuenTtanus u NpocTpaHCTBEHHAs YacTOTa 3aJaHbl

IIepEeMEHHBIMU () U p cooTBeTcTBeHHO, npuueM 0<P<7m u p, <p<p,, p, -

HHU3Kad 9aCToTa, p, - BBICOKAs HaCTOTAa
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[lepBocTeneHHOM LIENBIO TUCCEPTAIMOHHOM pabOTHI SBIIETCS MOJIETh 00pabOTKH
nHdopmanuu 06 opuentanuu u uBete B [13K. [locne cocTaBnenus pabodeit rUmoTe3bl
HauOoJee BaKHOM 3ajaueil ocTaBaJloCh ONPENENIEHWE CTPYKTYpbI CBsI3€il HEWPOHOB
[13K u BBIOOp MOX012 K MOJeupoBaHuio. C 0lHOM CTOPOHBI MAaTEMAaTUUECKUI aHAIIN3
O0Mo(U3NYECKH JIeTaNIbHBIX MOJENEH TPYJHO pealn3yeM, C APYroll CTOPOHBI MPOCTHIE
abcTpakTHbIE MO MOTYT JJaBaTh HEKOPPEKTHBIEC PEIICHUS B CIIydasiX, KOTJJa UTPatoT
POJIb HEKOTOPbIE TOHKHUE MEXAHU3MbI (DYHKIIMOHUPOBAHUS HEHPOHOB U KOPHI B LIETIOM.
[loaToMy panuoHalbHBIM ObUIO OBl 3aJ0XKUTh OJWHAKOBYIO CTPYKTYpYy CBsizel B
MPOCTYIO U MOJAPOOHYIO0 MOJIENH TaK, YTOObI ObUT JOMYCTHUM IE€pPECUET NapaMeTpoB OT
OJTHOM MOJENU K JIpyroil, a mo3ToMy M uX cpaBHeHHe. s uccienyembix 3pQexTos,
BO3HUKAIOIIMX MPU HELIBETHOM M JABYLIBETHOM CTUMYJaX, a Takxke 3p(deKra ycuaeHus
akTuBHOCTH CS TNpH HAIWMYUK OpPUEHTALlUM, HE TPeOyeTcs ydeT paclpeieieHHOCTH
KOpPBI M CTUMYJIA, IOATOMY B paboTe ObLIN MOCTPOEHBI IBE HEPACTIPEICIICHHbIE MOEIH,
OlHA — MHUHUMAJIbHAs MOJENIb C TOPOWIAJIBbHOM TOMOJOTHEN B IPOCTPAHCTBE
IIPU3HAKOB, I1BETA W OpHEHTAUWHU, JApyras — MOJAEIb C Y4YE€TOM JCHCTBUS
LIYHTHUPYIOIIETO TOPMOXKEeHHUs (TIoApoOHee nmpobiema onucaHa B CeIyoUuX pa3aesax
2.2-2.3), KUHETHKH CHHANTHUYECKUX TOKOB M HEPAaBHOBECHOCTH pacIpeneeHUs
HEWPOHOB 10 COCTOSIHUSAM BHYTPH MOIYJISILIUHU, HO TAKXKE C TOPOUATBHOMN TOIIOJIOTHUEN.
Janee npuBeseH 0030p TUTEPATYPHBIX JaHHBIX MO (QYHKLIHUU BX0/1a-BbIX0/1a HEHPOHA U
10 HEKOTOPBHIM HETMIOHATHBIM CBOMCTBAM HEMPOHA, CPEAN KOTOPBIX U3MEHEHUE HAKIIOHA
YaCTOTHO-TOKOBOW  KPUBOM IO ~ JEWCTBUEM  IIYHTHUPYIOUIETO  TOPMOKEHHS,

BapualbeIbLHOCTD NMOPOTOB U ObicTpas unuimaims [1/].
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2.2 IloaHas pyHKIUSA BXOAa-BbIX0/1a HelipoHa

KoaunpoBanue yacToToil CcrmalkoB — OJWH M3 0a30BBIX MPUHIUIIOB 00pabOTKU
uHpopmanuu B mo3re [Sompolinsky, White, 2005]. B ecTrecTBeHHBIX yCIIOBUSAX YaCTOTA
CHailkoB HEelpoHa OIpenesseTcss B OCHOBHOM CHHANTHYECKUMH BXOAAMH. AKTUBAIUS
HEHPOMEIUATOPHBIX PEIENTOPOB YBEIMYMBAET IOTOK HOHOB M IPOBOJAUMOCTH
MeMOpaHbl. B OonbiinHcTBE paboT crnaiikoBas 4acToTa paccMaTpUBaeTCs Kak QyHKIUS
onHomnapamerpudeckoro Toka [Eccles, 1957; Gunay et al., 2008; Kispersky et al., 2012;
Arsiero et al., 2007] 1 ToJIbKO B HECKOJIBKUX paboTax Obl1a pacCMOTpEHA CTallMOHApHAs
yacToTa CHaiikoB Kak Oosee oOmas (GyHKUIUS JBYX BXOJHBIX CHTHAJOB: TOKAa U
npoBoaumoctu [Fernandez, White, 2010; Fernandez et al., 2011; Brizzi et al., 2004;
Chance et al., 2002] unu Bo30Oyknaromei U TopMo3HOU mpoBogumoctu [Graham,
Schramm, 2009]. B 3Tux skcnepuMeHTaIbHbIX pad0TaxX UCIOIB30BAJICS JUHAMUYECKAS
¢dukcausa Toka (HOBas MoauduKanus METOoAa MaT4-KiIaMIl B KOMUTYpalMH «IIeiast
KJIETKa», B KOTOPOW KOMaHIHBIH TOK B pPEaJbHOM BPEMEHHU PACCUUTHIBAETCS IO
U3MEpSEMOMY  3HAYEHUI0O  MEMOpaHHOTO  MOTEHUHWana) KaKk  HMHCTPYMEHT
CUMYJIMPOBAHMSI CHHANITUYECKON POBOAMMOCTH.

Teopernueckn Obuto mokaszaHo [IToxporckwmii, 1978; Shriki et al., 2003], uro
yacToTa CHalKOB M MNPOYME XapaKTEPUCTHKH NATTEPHOB CHAWKOBOM aKTUBHOCTHU
3aBUCSAT MHHMMYM OT JABYX BXOJHBIX CHUTHAQJIOB, TOKa U MPOBOAMMOCTH, B 0OIIEM
ClIy4yae 3aBUCHUMBIX OT BpeMeHu. Ha monmenu HelipoHa tuna XoKKHUHA-XaKCIu ObLIO
nokazaHo [[lokpoBckuii, 1978], 4rOo, e€ciM CHHANTUYECKUE MPOBOJUMOCTH
MOTEHIIMANI-HE3aBUCUMBI, TO BXOJ B HEHPOH CyIIECTBEHHO AByMepeH. To ecTh B 3TOM
Cllydyae CyMMAapHBIM BXOJHOW CHUTHAl B HEMpPOH MpH JIOOOM HabOpe MEIuaTOpOB H
HeHpOMeIUaTOPHBIX PELENTOPOB 3aBUCUT JIMHEHHO OT MOTEHIIMAaJa U, COOTBETCTBEHHO,
XapaKTepu3yeTcss JABYMsI MOTEHLUAT-HE3aBUCUMBIMU IapaMeTpaMy, CyMMAapHbIM
CUHANTHUYECKHUM TOKOM (u-CUTHAJ), U3MEPEHHBIM IPU HEKOTOPOM (DUKCHPOBAHHOM
MOTEHIINAJe, 1 CYMMapHON CUHANTHYECKONH TPOBOAUMOCTBIO (S-CUTHAIT). DTU CUTHAJbI
MPEICTaBISAIOT COOOM CKaJsipHbIE BEJIUYUHBI B OJHOKOMIIAPTMEHTHBIX MOJEISAX U
BEKTOPHBIE — B MYJIbTUKOMIIAPTMEHTHBIX, IOCKOJIbKY B OOLIEM CITyyae OHU SIBIISIFOTCS
GyHKIUSAMUA KOOpIMHATHI BAOJL HEpPBHOro BosIoKHA. [lapamerp u(?) sBisercs

MOTEHIIMAN-HE3aBUCUMOM KOMIIOHEHTOM BXOJHOTO CHTHajga, a TmapameTp s(1)
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XapaKTepu3yeT MOTeHIUal-3aBUCUMyt0 KoMmmnoHenty s(V(t)-V,), rtoe V(t) - 510
MeMOpaHHBIN TOTeHIMaN, Vs - 3T0 GUKCUpOBaHHOE 3HAUeHUE MoTeHInana. Cremyer
OTMETUTh, YTO JIBYMEPHOE pACCMOTPEHHUE MOKET OKa3aTbCsl HEKOPPEKTHBIM MpHU
Hannunud NMDA cuHanTH4eckuxX TOKOB, MMOCKOJIbKY MPH OTPULATENIbHBIX 3HAUEHUSX
MEMOpPaHHOTO NOTEHIIMAa HOHbI MarHusi 6J0KupyroT kaHansl NMDA-penentopos, u
ATOT MPOLIECC BHOCUT HEIMHEWHOCTh B 3aBUCUMOCTb BXOJTHOTO CUTHAJIa OT MOTEHIIMAJIa
[Jahr, Stevens, 1990]. Takum 06pa3om, AJis KOPPEKTHOTO OMHUCAHUS BXOJHOTO CUTHAJIA
B JAaHHOM CJlydae MOXET MOTpeOoBaThCs BBEACHUE TPETHErO YIPaBISIOUIETO
napamerpa, 3TOT ciy4yall uccienyeTcsi OTAEIbHO B AMCCEpTallud, CMOTpPUTE
PE3yJIbTATHI.

OO0 anmpokcuManuu BPEMEHHOW CTPYKTYphI BXOJla MOXKHO 3aMETUTh YTO, YEM
MpOIIE  aNIPOKCHMMAalMs, TEM MeEHblIe 4uciao napamerpoB. [Ipocreimen
anmnpoKCUMallUel SIBJIIETCA CTYNEHbKa, KOTOpas MCIOJIb30BaJlach BO MHOTHX paboTax
[Graham, Schramm, 2009; Fernandez, White, 2009, 2010; Fernandez et al., 2011; Brizzi
et al., 2004]. B aTom ciayyae KUHETHKA MOCTCUHANITUYECKUX TOKOB HE BOCIIPOU3BOIUTCS.
B peanuctuyHOM mpeAcTaBleHWH BXOJa OTPa)KaeTcs KMHETHKA MOCTCUHANTHYECKHX
TOKOB M BPEMEHHOE pacipeiesieHne npecuHanTuiaeckux craiikoB [Chance et al., 2002;
Kuhn et al.,, 2004]. Takoro Tuma TOYHbIE ANMPOKCUMAIUU TPEOYIOT KaK MUHUMYM
HIeCTh [apaMeTpoB (/IB€ AaMIUIUTYAbl, [JBE BPEMEHHbIE KOHCTAHTBI, JBE
MpeCUHANTUYECKUE YacToThl). B auccepranmonHoi padbote uisi OCTPOESHHS MOJIHOM
/O ¢ynkuun HelpoHa 3alaBajuCh CTYNEHbKU NpU (PUKCUPOBAHHBIX 3HAYEHUSX
napamMeTpoB u u s. Ponb daykTyanuii Bxoaa Obliia n3ydyeHa B padborax [Mitchell, Silver,
2003; Fernandez, White, 2010] myTtem noOaBieHHsS IIyMa K CTYIEHbKaM BXOJHOTO
curHana. B quccepranmoHHo# paboTe Takke MpOBEpeHO JeicTBUE (QIyKTyaluid BXoaa
(kKaKk B 9KCIIEpUMEHTE, TaK U B MOJieNn) myTeM cpaBHeHUs [/O ¢pyHkuit Heilpona 6e3 u
npu 100aBJIEHUH IIyMa.

3aBUCUMOCTh (PYHKIIMM V(1) OT BHYTPEHHHUX CBOMCTB M BHEIIHUX YCIOBHUUN
MHTEHCUBHO UCCIIE0BANIACH KaK B SKCTIEPUMEHTAIbHBIX, TAK U TEOPETUUECKUX padoTax
[Gunay et al., 2008; Kispersky et al., 2012; Arsiero et al. 2007]. bsuo nmokazano, 4To v(u)
3aBUCHUT OT BHelIHel koHueHTpauuu kanus [O’Leary et al., 2010], or Temneparypsl
[Hodgkin, Huxley, 1952; Kuang et al, 2008; Vasilenko et al., 1989; Xu, Robertson,
1994; Volgushev et al., 2000; Radmilovich et al., 2003]. Ogaako Bo Bcex 3Tux paborax
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3aJaBalicd TOJIBKO OJMH TapaMeTp BXOJAa - TOK, a4 H3MEHEHHE CHHANTHYECKOU
MIPOBOIMMOCTH HE YUHUTHIBATIOCH.

DKCIEPUMEHTAIIBHBIE JAHHBIE O 3aBUCUMOCTH CTAllMOHAPHOW YAaCTOThI CIANKOB
HEHpOHa OT TOKAa U MPOBOAUMOCTHU (V-4-S) BO BCEM JMaIa3oHe 3HAYCHHI MMapamMeTpoB
BXOJla OTCYTCTBYIOT B JuTeparype. TeopeTHYecKud aHaliu3 V-u-S-3aBUCUMOCTH
BBINOJIHEH JIMIIb YACTUYHO U €r0 PE3YyJbTaThl HE CPABHUBAIHUCH C ASKCIEPUMEHTOM.
[TosToMy B paMkax AMCCEPTAIIMOHHOM PabOThI SKCIIEPUMEHTAIBHO ObLIa UCCIIeIOBaHA
noytHast 00J1aCTh CTAIIMOHAPHOM TeHEePaIMK CTIIAKOB Ha IJIOCKOCTH MTapaMeTPOB TOKA U
npoBoauMoct (Q-1oMeH). CpaBHUBAIHUCH V-U4-S-3aBUCUMOCTH, TOJYUYEHHBIE IS
peabHBIX U MOJEIBHBIX HEUPOHOB, OBUIO MPOAHAIM3UPOBAHO JEUCTBUE PA3IMUYHBIX
(hakTOpOB Ha V-U-S-3aBUCHMOCTb, CBSI3aHHBIX C MEMOpPAHHBIMH XapaKTEPUCTUKAMHU H
BHEIIHUMU (pakTopaMu. B yacTHOCTH, Ha MOJIENTN UCCIIEAOBAIOCH ACHCTBUE PA3TUUYHBIX

(l)ﬂKTOpOB IMyTEM CPABHCHHA IMOBCACHUA MOJCIU IPU ABYX 3HAYCHHUAX CIICAYIOMIUX

apaMeTpOB:

1) MIACCUBHBIX CBOWCTB MeMOpaHbl, BKJIoUas MeMOpaHHBIA MOTEHIMAN B
MOKOE, BXOJHYIO IPOBOAMUMOCTb, MEMOpPaHHYI0 €MKOCTb W
IIPOCTPAHCTBEHHYIO PACIIPENIEICHHOCTD IEHAPUTHOTO IEPEBa;

2) aKTUBHBIX CBOMCTB MEMOpaHbI, BKJIIOYasi MAKCUMaJIbHYIO TPOBOAMMOCTh
HATPHUEBBIX KaHAJIOB, OBICTPBIX U MEIJICHHBIX KaJUEBbIX KAHAJIOB;

3) BHEIIHUX (aKTOpOB, BKIOYAs TEMIEpPaTypy, BHEKJIETOUHYIO H
BHYTPHUKJIETOYHYIO KOHIIEHTPAIMIO HOHOB HATPUS;

4) CBOICTB BXOJHOIO CHUTHaJa, BKJIIOYas AaMIUIUTyAy IIymMa H

IPOBOAUMOCTH KaHasioB NMDA-penentopos.
B skcnepuMenTe ObLIO MCCIEAOBAHO BIUSHUE TEMIEPATYpPbI, IIyMa, BHEKJIETOUHOMN
KOHIEHTPALMM HATPHUsl U MEIJICHHOTO KaJMEeBOI'O TOKA, BBI3BIBAIOIIETO aJanTalliio

CIIAIiKOB.
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2.3 O030p naHHbIX 0 HAIM4NH (P PeKTOB, KOTOPHIE HEe YKJIAAbIBAIOTCS B

KJIACCUYECCKHUEC NMPEACTABJICHUA O HCﬁpOHe

OtnenbHBIM ~ HEHpPOH  KoAupyeT  MHGOPMAIMIO  MOCIEIOBATEIbHOCTHIO
MTOTEHIINAJIOB ACUCTBHUS. /{7151 CECHCOpPHOI KOPBI, KaK U3BECTHO, XapaKTepHA KOJIOHYATast
OpraHu3aius, B 3TOM ciydae HHGOpMalus KOJUPyeTcs Uelon Nomysuuel HelpoHOB.
Baxnoli 3amadeil sBiseTcs TMOHATH, Kakue ocoOeHHocTtu reHeparuu [1]]
VWHMBH1yaJIbHBIMU HEHPOHAMU OKa3bIBAIOT BJIMSAHHUE HA IIPOLIECCHI, IPOUCXOASIINE HA
YpOBHE HEMpOHAIbHON momyisuuu. BeposTHO, TpeOyIoT OONbIIEro BHUMAHUS TaKue
AKCIIEPUMEHTAIbHO OOHApY>)KEHHbIE OCOOEHHOCTHM HEHWPOHOB Kak 3aBUCHMOCTh
BXOJIHOTO CHUTHajla OT TNOoTeHUuana, 3(PQPeKT TOMOTHUTENbHON POBOAUMOCTH
(LyHTUpOBaHHUA) HA aKTUBHOCTH HelipoHa [Persi et al., 2011; Graham, Schramm, 2009],
a TaKKe HEYyYTEHHbIC B KJIIACCUYECKOM IIPEACTAaBICHUU O mpouecce reHepaunu 1171
BapuabeIpHOCTh TToporoB U ObicTpas uHuimanus [1/] [Naundorf et al., 2006]. ITpupoaa
TuX 3¢hdexToB ocraerca HescHOU. He uckimoueHo, 4TO 3TU CBOMCTBA MOTYT JaxKe
KaueCTBEHHO HU3MEHATh moBeneHue HeiipoHoB [I3K. B mucceprammonnoit pabdote
pacCMOTpPEHBI TPU OKCIEPUMEHTAIbHO HaOmogaemMbix dddekxra, KOTOpble HE
BOCIIPOM3BOJATCS KJIIACCUUECKON MOJENBbI0 HEMPOHAa XOKKMHA-XaKCIA U B TO XKeE
BpeMsi CHOCOOHBI KAYECTBEHHO BJIUATH Ha MPOLECCHI, IPOUCXOSAIINE HAa YPOBHE 11€JI0M
nonyasiuuu. 310 3P¢eKT yMeHbIICHUsI HAKJIOHA YaCTOTHO-TOKOBOM KpUBOHM HEilpoHa
MO/ IeWCTBUEM IIYHTUPYIOLIErO0 TOPMOXKEHUS, BapualOeIbHOCTh MMOPOroB U ObIcTpas

nHuumanuys 11/1.
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2.3.1 bpicTpass MHMIUANUA MOTEHIMAJIA JeHCTBUS U BapuadeJIbHOCTh

MOPOroB reHepanuy NOTEHIHAJIOB IeCTBUSA

He wuckmrioueno, yto gake He3HauuTenbHass mMoaudukanus B reHeparuu [1]]
MO’KET Ka4eCTBEHHO U3MEHATh MOMyJIsiMoHHOe KoaupoBanue [Fourcaud-Trocme et al.,
2003; Naundorf et al., 2005]. Takue BakHBIE OCOOCHHOCTH KaK BapuaOeIbHOCTh
noporoB u ObicTpass ununuanus I1J] usyuyamuce B padorax [Naundorf et al., 2006;
Gutkin, Ermentrout, 2006; Yu et al., 2008]. Oxa3anoch, 4TO 3TH OCOOEHHOCTH
reneparuu [1J] xapakTepHbl AJis BCEX TUIIOB HEMPOHOB, TOT/IA KaK MOJEIH HEWpoHa
JAJIEKO HE BCE BOCHPOM3BOAAT HX. PucyHok 2.7, Ha KOTOPOM NPHUBEIECHBI IS
cpaBHeHUs cnaiikoBble OoTBeTHl KiIeTOK [I3K m momenu tuma XopkkuHa-Xakciu,
JEMOHCTPHUPYET, HACKOJBKO CHUJIbHEE TIPOSBISIIOTCA BapHaOEIbHOCTh IOPOTOB
reHeparuu 1]l 1 ObICTpHIN MOABEM MOTEHIIMANa HA HAYAJIbHOM CETMEHTE CIaiika B

pearbHbIX HEMpPOHAX MO0 CPAaBHEHHUIO C MOJIEIBIO.
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Puc. 2.7 CnaiikoBble TpeilHbl HEHpPOHOB 3puUTEIbHOU KOpPHI (b, d), KOTOpble OBLIN
3aMucaHbl in vivo, U MoJieiH HelpoHa Tuna XopKKuHa-Xakeiau (f) mpu QuyKTyanuu
CHUHaNTH4YecKoro Bxoza. b OTBeT npocToOd KIETKM HAa ABWXKYIIMKWCS TPagueHT
ontuMasibHOM opueHTauuu; d OtBer cioxHou kinetkw; f OTBeT Mozenu TUIA
XomkkuHa-Xakciau npu (GIYKTyUPYIOIIEM CHHANTH4YeCcKOM Bxoje. lloamoporoBbie
(GayKTyaluuu MOKa3aHbl CEpbIM, MOTEHIMANbl ACUCTBUS KPAaCHbIM M Hayalo craika

3eneHbIM. PucyHOK 3auMcTBOBaH u3 padoTsl [Naundorf et al., 2006]

Haubonee mnpaBaonogoOHy0 MOJEIh MOHO TOCTPOUTh, €CIH BBISICHUTH
npupoay 3¢h(dEeKToB, HO OJHO3HAYHBIC TOKA3aTEIhCTBA B IMOJIb3Yy TOTO WM HHOTO
MeXaHW3Ma Ha JaHHBI MOMEHT OTCYTCTBYIOT B juTeparype. Naundorf et al. [2006]
MPEANONOXKIIIM, YTO KOONEPAaTUBHOCTh HATPUEBBIX KaHAJIOB OTBETCTBEHHA 3a
BapuabeIbLHOCTh MOPoroB 1 ObicTpyto nHunmanuio [1/]. Yu et al. [2008] mokazanu, 4to
peanu3oBath 3(PPEeKTsl MOXKHO TpOoIe, JAaKe HAa MOJAETU XO/KKHMHA-XaKCIU, €CIH
y4EeCTh paclpelie]IeHHOCTh HelpoHa. B ux pabore oTmedeHo, yTo 3TU IPEKTHI
peanm3yrorcss 3a cuer wuHuMOMauuu 11/l Ha HavambHOM CErMEHTE akCOHa H
MOCJIEYIOIIEro 0OpaTHOrO MPOBEACHUS 3TUX CIAHKOB B coMy U neHaApuT. [Ipobiema B

TOM, YTO 3TH MOJIEIH, XOTSI U BOCIPOU3BOAIT BapUaOEIbHOCTH MOPOTOB M OBICTPYIO
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nHunmanuio [1J[, He Bocipou3BOAAT HE MEHEe BaXKHBIN 3(()EKT yMEHbIIICHHUS HAKJIOHA
YaCTOTHO-TOKOBOM KPHBOM TMOJ JIEUCTBHEM IIYHTHUPYIOWMIETO TOPMOXEHHUS, a
CJIeI0BATENIbHO, TPEOYIOT KOppeKTUpoBKU. [lepeiinem k onucanuio 3¢ dexra aeneHus

LIYHTUPYIOIIETO TOPMOKEHUS.

2.3.2 D dexT yMeHbIIEHNSI HAKJIOHA YACTOTHO-TOKOBOI KPUBOW HEelpPOHA MO/

AeHCTBHEM LIYHTHPYIOLIEr0 TOPMOKECHUS

B okcnepumenrtansHOi pabotre [Graham, Schramm, 2009] npuBeneHs
MOCTPOCHHBIE MO JIaHHBIM, MOJYYEHHBIM METOJOM JMHAMUYECKOH (UKCaluu TOKa in
Vivo KpHUBBIE 3aBUCHMOCTH YaCTOThl CIAWKOB OT BO30YXAarollel MpoOBOAUMOCTH
Helpona 13K npu paznuuHbIX 3HaYeHUSX TOPMO3HOM TpoBOAMMOCTU. Takum 06pazom,
MPOJEMOHCTPUPOBAH  >PQeKT  JedeHus, TO €CTb YMEHbIIEHHS  HAaKJIOHA
YaCTOTHO-TOKOBOW KPUBOM MMOJ JEHCTBHEM IIYHTUPYIOUIETO TOPMOXKeHUs (puc. 2.8).
[Ipeanonaraercs, uto 3¢hdexT neneHus MOXKET HrpaTh CYIIECTBEHHYIO pOJIb B

BbIIEIEHNH Tpu3HaKkoB B [I3K.
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Puc. 2.8 JleiicTBHE WIYHTHPYIOLMIEITO TOPMOXKEHUS, 3aPETMCTPUPOBAHHOE METOIOM

JMHAMHYECKOW (UKcallMy TOKa Ha MUPAMHUIHOM HEMpOHE KOpBI KPBICHI In Vivo, Ha
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3aBUCUMOCTh 4acTOThl reHepauuu IIJ[ or Bo3Oyxknaromeid CHHANTHYECKON
MIPOBOJUMOCTH (BEpXHHM rpaduK) U HA CIAHKOBBIN NaTTepH (HUKHHUE rpaduKku, cieBa
— IIpU HYJIEBOW TOPMO3HOM NMPOBOAUMOCTH, CIIpaBa — IPU TOPMO3HON ITPOBOJUMOCTH
paBHOI BXOJIHOM MPOBOJAMMOCTH B MOKOs HEMpoHa). PHUCyHOK 3aMCcTBOBaH U3 pabOThI

[Graham, Schramm, 2009]

B pab6ore [Fernandez, White, 2010] meTomomM IuHAMHUYECKOTO MaT4-KjiIamIa
TaKKe BBIIBICGH CUJIBHBIN 2G(dEKT JeneHus W TpeasiokeHa MOJAEIb HelpoHa,
BOcIpou3Bosmas 3ToT 3pdexr. OmHako B ITOM MOAETH HE 3aJ0KeHAa KHWHETHUKa
WOHHBIX KaHaJlOB, W, KaK CJIEJACTBHE, OHA HETOYHO BOCIPOM3BOIUT (GopMy CIaika.
Panee, B Teopernueckoii padore [Holt, Koch, 1997] Gbuto mokaszano, 4to B MOJEIH
X0/DKKMHA-XaKCIIA IIYHTUPOBAHUE JIMIIL CIABUTACT YaCTOTHO-TOKOBYIO KPHBYIO B
CTOPOHY MEHBIINX BXOJHBIX TOKOB, TO €CThb MOJEJIb HE BOCIPOHU3BOIUT 3PGHEKT
JICTICHUSL. Takum  oOpazom, CyIIeCTBYeT  mpobiieMa  paccorjiacoBaHUs
IKCIIEPUMEHTAIBHBIX U MOJEIBHBIX AaHHBIX. [10CKOJIIBKY BapuaOeIbHOCTH MOPOTOB,
obicTpass ununmainus I[IJI u >ddexkt aemeHus ocTalOTCI HESICHBIMU W MOTYT
CYIIECTBEHHO BIHUATH Ha TMOMYJSLMOHHOE KOIUPOBAHUE, CTOsJIA 3ajladya B paMKax
JTUCCEPTAIlMOHHOW  paboOThHl  MeToJaMU  JUHAMUYECKOM  (UKcaluu TOKa |
MaTeMaTHYECKOTO MOJCITUPOBAHUS W3YYHUTh ITH CBONCTBA HEHpPOHA U TPEIIOXKHUTH

MO/I€JIb, BOCTIPOU3BOASAIIYIO 3TH 3P (HEKThI OJHOBPEMEHHO.
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3. METO/IbI

B sTOoM pa3zznene cHauyana onvcaHbl U3BECTHBIC MO JUTEPATYPE MOJIEIH, KOTOPbIE
YaCTHUYHO HCIIOJIb30BAJIMCh MPU pa3pabOTKe HOBBIX MOJENEH B AMCCEPTALMOHHOMN
pabote. 3aTem npuBeAeHbI pazpaboTanHbie aBTopoM Mojaenu [13K, BocnipousBopsiue
00paboTKy mH(pOpMauM O BETE W OPUEHTAIMU: MUHUMAaIbHAs MOJIETh U MOJEIb C
Y4ETOM KHMHETHUKH CHHANTHUYECKUX TOKOB, JEHCTBUS HIYHTHUPYIOIIETO TOPMOKECHUS U
HEPABHOBECHOCTH paclpesiesieHnss HEHPOHOB MO COCTOSIHUSIM BHYTpH Homyssuuu. B
ocHoBy Mozenu II3K nerma pabouas rumoresa, OnuMcaHue KOTOPOM MPHUBEICHO B
pazaene 2.1.3.

Jlanee omnucaH MeTOJl JMHAMHYECKOW (QUKcauu TOKa W pa3zpaboTaHHbIE
MPOTOKOJIBI JIJIsi TIOJYYEHHUs IMOJHOM 00JacTH CHalKOBOM aKTHBHOCTH HEMpoOHA Ha
IJIOCKOCTH TlapaMeTpPOB BXOJHOTO CHTHala, Uil TocTpoeHus monHou /O
XapaKTePUCTUKU HEWpOHA, Ui BBIABICHUS JCHCTBUS Ha HEE IIymMa, TEMIIEPaTyphl,
aZjanTaluy ¥ BHEKJIETOYHOW KOHIICHTPAIIMU HATPHs, JJIsI BOCTIPOU3BEACHUS HA OJTHOM
HelipoHe 3(p¢peKTOB M3MEHEHMs] HAKJIOHA YaCTOTHO-TOKOBOW KPHUBOW MOJ JEHCTBHEM
IIyHTUpYIOImEro TopMoxeHus (dddekxra nenenus), OwvicTpodt wHunmanuu I[11 u
BapuabebHOCTH TTOPOTOB.

3aTeM mpuBeJCHA MOJIETb HEHPOHA, Ha KOTOPOM TaK»Ke MCCIEA0BAJIOCH JICUCTBUE
OCHOBHBIX IIapaMETPOB HEHpPOHA HA 3aBUCHUMOCTH CIANKOBOM AaKTUBHOCTH OT
napameTpoB Bxoja. B 3aximouenue onucana pazpaboTaHHas MaTeMaTU4yecKas MOJIEb
HeHpoHa, Mpeajgaraemas Jjsi BOCHpPOU3BeAeHUs >PdeKkra JeneHus, BapuadelbHOCTH

noporoB u ObicTpor nHuumanuu [1/1.
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3.1 U3BecTHBIE 110 JIMTEPaType MOAXO0AbI K MOACJIMPOBAHHUIO, KOTOpPbIE
NPUTOAWINCH NIPH pa3padoTkKe MojeJieil, IPeACTABJICHHBIX B IHCCEPTALMOHHOM

paodore
3.1.1 BxoaHble CMTHAJIBI B HEHPOH

HelipoHs! cBsi3aHbl B IOJABJISIONIEM OOJIBIIMHCTBE CIIy4aeB IIOCPEICTBOM
CHHAINCOB. B 3aBHCHMOCTH OT 3prMYHOCTH IPECHHANTHYECKOr0 HEHpoHa W THIla
peLenTopoB Ha MeMOpaHe IOCTCUHANTUYECKOIO HEHMpPOHA MOXKET OBITh pa3IM4HOU
KMHETUKA CHHANTHYeCKOoro Toka. Ilpocreilmeil MareMaTH4eCKOM  3aIllUCHIO
CHUHANTHUYECKOI0 TOKa OMPEJEIICHHOI0 TuMa, K nmpumepy, Topmosnoro GABA (TOK,
BbI3BaHHbIN akTuBanuein GABA 4 penenTopoB MEAUATOPOM MPECUHANTUYECKOTO
TOPMO3HOT'O HEWMPOHA Y-aMUHOMACIISIHOW KHUCJIOTOW) min Bo30Oyxaatomero AMPA
(Tok, BbI3BaHHBIA akTHBanued penentopoB AMPA, a-amMuHO-3-TUAPOKCH-
5-MeTH-4-U30KCa30NPONUOHOBOM  KUCIIOTBI, MEIMATOPOM  TIIyTaMaToM
BO30Y)KJIalOIIETO  MPECUHANTUYECKOTO HEWpOHa), sBIsETCS JIMHEWHOE IO
NOTEHIMaly BbIpaxkeHHe. [loCKoIbKy BXOJHOW CHrHall B HEHPOH OOBIYHO
(dopmupyeTcs HECKOJbKMMHU THIIAMU CHHANTUYECKHX TOKOB, TO PAaCCUUTHIBACTCA OH

CJIEYIOIIUM 00pa3oM:

Iexl(t’V(t)) — _Zgj (t)(V(f)_Vj)a (1)

IJie gj— 3TO IPOBOJUMOCTb U V; — IOTEHIIMAJl PEBEPCUU CHHANITHYECKOI 0 TOKa TUMa j. B
pabote [IlokpoBckmii, 1978] Ha Marematuueckol Mojenu OBUIO TMOKAa3aHO, YTO
CyMMapHBI BXOJ B HEWPOH MOXHO 3a1aTh JBYMS IOTCHIIMAI-HE3aBUCUMBIMHU

napamMeTpamu, K puMepy, 3aucaTh B CIEIyIOIIEM BUE:

[,V () = u(®) —s(@t) V() ~V,), (2)
s(t):Zgj(t), (3)
u()= Y8, 00, V). @

B nanHOM mpumepe BBEACHBI JiBa MOTECHUHAI-HE3aBUCUMBIX IIapamMeTpa, CyMMapHBIH

CHUHAIITUYECKUN TOK u H CyMMapHasa CHHAIITHYCCKas IIPOBOAUMOCTL s , V.- 3TO

us
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(buKCUpOBaHHOE 3HAUYEHUE MOTEHIMANa, OOBIYHO €ro 3aJar0T OJU3KUM K MOTEHIHAIY
nmokoss win noreHuuany pesepcun GABA TokoB. BaxHO OTMETUTH, YTO YMCIIO
YIOPABJISIOMIMX CUTHAJIOB (/1Ba) HE 3aBUCHUT OT 4YMCJA TUIOB CHHANTUYECKUX TOKOB,
eclii  Bce  OHM  00JajaloT  MOTEHIMAJl-HE3aBUCHUMBIMU  CHUHANTHYECKHUMU
MPOBOJUMOCTSIMH.

Ecau paccmarpuBarth mporecc ¢ OOJIBITUM YUCIOM CHHANTHYECKUX COOBITUN U
CTallMOHApHOW TreHepauueld CHalkoB, TO MOXHO TMPUOETHYTh K PpPEeAyKIHH
CHHANTUYECKON KHMHETHKM M 3aMEHHTb IIPOBOJMMOCTB gj(f) Ha MaKCHUMaJIbHYIO

IPOBOAMMOCTE (KOHCTaHTy g, ). K mpumepy, ecnu ectb tomsko AMPA u GABA

penenTopsl Ha MeMmOpaHe IOCTCMHANTHYECKOro HEeHpOoHa, TOr/a YHOpaBIsolIne

HapaMeTpbl BBIPAKAIOTCS CIEAYIOUIUM 00pa3oMm:

S =8 ampa t 8G4Ba> )
5

U= g avpa Vanipa =Vis)+ 86484 Vapa —Vis) -

B o6mem ciryuae cuHanTH4ecKkas MpoBOJAMMOCTD gj(?) 3aBUCUT OT BPEMEHHU, U 3Ta
3aBUCHMOCTb  OIPEACNIACTCS NPECUHANTUYECKOM CHAWKOBOM AaKTUBHOCTBIO U
KMHETUKOW CHHANTUYECKUX KaHaJOB TUMa j. [Ipocreiimeil annpokcuMannel KWHETUKU
CHUHANITUYECKOM TMPOBOJAMMOCTH  SBJSIETCA OOBIKHOBEHHOE auddepeHiaibHoe

ypaBHEHHE MEPBOIO MOPSIIKA:

dg ; (1)
T, —F— =

i =88, (6)

Tac Ti- 9TO IIOCTOsIHHAsA BPCMCHHU Y6BIBaHI/I$I CHHAIITUYCCKOMN IMPOBOAUMOCTH IIOCJIC

OTKPBITHsI CHHANITHYECKUX KaHAJOB; g, - MAaKCHMajbHas IMPOBOIMMOCTE; 1Pk

MOMEHT BPEMEHHM, KOrJa Ha MPECUHANTUYECKYIO TEPMUHAIIb IIPUXOJNT CIIAK; O(f) -

nenbTa-(QyHKINS.

Annpokcumarysi TOKOB Ha ocHoBe ypaBHeHuil (1, 6) mpuemiema Uisi TOKOB,
M3MEPSIEMBIX Ha OTAENIBHBIX cHHANcax. OqHaKo B TOKaX, U3MEPSEMbIX Ha COME HEMPOHA,
KpoMe 3(PGEKTOB OTKPBHITHS CHHANTHUYECKHX KaHAJOB HA OTIENIbHBIX CHHArcax
OTpaXkaroTcsl Takke 3PQPEKThl AIEKTPOTOHHMYECKOTO IMPOBEACHHUSI CHHANTHYECKOTO
BO30Y’KJIEHUS 1O JEHApUTaM J10 coMbl. KpoMe TOro, 4acTo moCTCUHANTUYECKUE TOKH,
U3MEPSIEMBIE HA COME, OTPaXKar0T CyMMAapHBIN 110 MHOXKECTBY CHHAIICOB CUrHal. Toraa

CHUHAIITUYCCKUEC TOKH u COOTBCTCTBYIOIIHUC 3(1)(1)CKTI/IBHI)IC CHUHAIITUYCCKUEC
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HpOBOJII/IMOCTI/I CI'JIAJKCHEBI BO BpeMeHI/I. B sTtom cnyqae CHUHAIITUYCCKas HpOBOI{I/IMOCTB
JOCTaTOYHO TOYHO AaNIpOKCUMHpYyeTcs AuQdepeHIIMalbHBIM yYpaBHEHHEM BTOPOTO
MOpsAKA:
d? d. (7)

Tj T'dj dli/+(‘[r/ +T'dj)§tj+gjf :ngé‘(t_tspike),

3Meck T/ W 7] - 3TO BpPEMEHHBIC KOHCTaHTBHI TONBEMA U CHaga B JBOJIONMH
CHUHAINTUYECKOW MPOBOJAMMOCTH THIA j , T - 3TO MacHITaOMpyIoIlas KOHCTaHTa

BpeMeHu. PucyHok 3.1 nemoHcTpupyeT TouHOCTh annpokcumanuu (1, 6, 7) AMPA u
GABA noCTCMHaNTUYECKUX TOKOB. DKCIEPUMEHTAJIbHBIE JAHHBIC 3aMMCTBOBAHBI U3
pabotel [Karnup, Stelzer, 1999], B KOTOpOH TOCTCHHANTUYECKHUE TOKHU

PETUCTPUPOBAIINCH HA COMaX MUPAMUIHBIX KieTok obnactu CAl rumnmokammna.

a b
200 1 AMPA-PSC 0 -
(with PTX, APV) GA_BA-PSC
150 (with CNQX, D-AP5)
=-80mV
< 100 ' < 907
bt o experiment -
S —— model J
2 50 - J
-40mV A~
—-100 1
0
Vi=-20mV
-50 . ' '
20 30 40 50 0 10 20 30 40 50
MC MC

Puc. 3.1 KuHeTHka CHHANTHYECKHX TOKOB, BBI3BAHHBIX KOPOTKOW BHEKJIETOYHOU
CTUMYJISIMEN IPECUHANTUYECKUX aKCOHOB B SKNEPUMEHTE (KBaJIpaTHKU) U B MOJAETH
(cruToIIHBIE JIMHUM). OKIEpUMEHTalbHble TOKH PErHCTPUPOBAIUCH HA COMax
nupamMuaHbiX HelipoHoB oOmactu CAl runnokamma [Karnup, Stelzer, 1999]. a
AMPA-TOKM, B DOKCIEpUMEHTE PETUCTpalMs MPOBOAWIACHE B MPHUCYTCTBUHU
antaronnctoB GABA um NMDA penentopoB, PTX u APV, coorBercTtBeHHO; b
GABA-TOKHM, B DJKCIEpUMEHTE pErucTpauus MpPOBOAWIACH B NPHUCYTCTBUHU
antaronnctoB AMPA u NMDA penentopoB, CNQX u D-APS5, coOTBETCTBEHHO.

JlaHHbBIE, TIOTYyYEHHBIE Ui MOJEIH, 3aMMCTBOBaHbI M3 [UmxoB, 2009], BpeMeHHbIE

KOHCTaHTHl 111 AMPA-mpoBogumoct /M4 = ¢ 4MP4 = 5.4 s

r

) JJIA
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GABA-miposogumoctn 7% =02 ms , t§*" =83ms , norenmmansl peBepcum

3.1.2 Moaeusb HelipoHa moporosoro uurerparopa (LIF)

LIF monens siBisieTcs npocteiieit Mosienbo HelipoHa. OHa crocoOHa omnucaTth
M3MEHEHHEe MeMOpaHHOro MOTEHIMala, /', B OTBET HAa BXOAHOW CHUTHal A0 MOMEHTA
redepanuu [1/]. Kunetnka HaTpueBbIX M KaJMEBBIX TOKOB B MOJIENM HE OTpaKeHa.
@opma craiika He BOCIPOM3BOJIUTCS, BMECTO ATOr0 HaKJaAblBaeTCs ycloBUE cOpoca

MOTECHIIMAJIA 10 3HAa4YeHUus V

., IIPDM JOCTHXKEHUH 3HA4Y€HMs ropora resepauuu 110, V, .
Jlunamuka memOpanHoro mnoteHnuana B LIF Momenu momuwmHsieTcs ciemyromemy
YPaBHEHHUIO:

C‘Zz—gL(V—Va—s(V—Vm)w, (8)

3neck C - mMeMmMOpaHHasi €MKOCTb, g, - MPOBOJUMOCTb YTEUKH, V, - MOTEHIHAI

peBepCUM KaHAJIOB YTEUKH, paBHBIA OOBIYHO MOTEHITUATY B Mokoe V. . B neBoii uactu

rest *
YpPaBHEHUSI CTOUT EMKOCTHOM TOK, B IIPaBOM YaCTH — BXOJAHON CUTHAJI U TOKU YTEUKH.
IIpumep otBeta LIF HelipoHa Ha CTyNeHbKY TOKa JJIMTENBbHOCTHIO S00 MC IpuUBEAECH HA

puc. 3.2a.

MB

‘‘‘‘‘ =20

MB

=40

-50 f ' { -0
-60

—-60 70

T T T T T T 1

I —

0 100 200 300 400 500 600 700 0 100 200 300 400 500 600 700
MC

MC

Puc. 3.2 OtBer Ha cTymeHbKy TOKa JuTenbHOCTBIO 500 ms moxenu: a LIF; b

XOKKNHA-XaKCIIN
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3.1.3 Monesb HeiipoHa Tuna X0/GKKMHA-XaKCIH

BnepBeie Ounodusnueckn aeTanbHas MOJEIh ydacTKa MeMOpaHbl HEWpoHa,
KOTOpasi OTpakaeT U MacCUBHbIC U aKTUBHbIE CBOMCTBAa MeMOpaHbl ObLIa MpeIokKeHa
XomkkuHbIM 1 Xakcnd [1952]. XomxkuH 1 XaKcau Onucaad KHHETUKY HAaTPUEBBIX U
KaJIMeBbIX TOKOB aKCOHA KajbMapa CUCTEeMOW OOBIKHOBEHHBIX U depeHnanbHbIX
ypaBHeHMI. KauecTBeHHO KMHETHKA BCEX HATPUEBBIX TOKOB (Takke KakK M KaJIUEBbIX)
MOX0XKa, TOI/Ia Kak MapaMeTpbl (Bpems, MOpOr AakKkTUBAMM WJIM HWHAKTUBALUU,
MakCUMalibHas  NPOBOAMMOCTH)  MOTYT  BapbHupoBaThcsi.  [lockonmbky B
JMICCEPTAllMOHHON paboTe paccCMaTPUBAIOTCS TOJIbKO HEHPOHBI HEOKOPTEKCA, OMUIIEM
HIMPOKO MCHOJIb3YEMYIO MOJENb THIa XOMKKHUHA-XAaKCIId MUPAMUIHOTO HEUpOHA U3
pabotel [Yu et al., 2008]. ['maBHOE ypaBHEHHE B MOJEIM TUIA XOHKKHHA-XaKCITH
coCTaBlAeTCA s MEMOPAaHHOTO MOTeHIMana. B jeBoil yacTu ypaBHEHHs, Kak U B
mozenu LIF, crout emkocTHOM TOK. [IpaBast 4acTh MOMUMO TOKOB YTEUKH U BXOJHOTO

CUTrHaJia BKIIFOYACT TAKXKEC HATPUCBBIC N KAJTUCBLIC TOKU:

CCZ:i"1(V’t)_S(V_VuS)+u 2 (9)
L, V,)==g,(V-V,)= 8w, (/)Tm3h(V_VNa)_gK(an4(V_VK)’ (10)
dm 1 am
T =M =M, Ty = s Mg =,
dt (am +ﬁm)q0T am +ﬁm
(11)
C—0.182(V +43) 0.124(V +43) |
m = AT B T eI g
dh 1 1
T,—=h —]’l,T e N A 2 YT
g o h (@, + b)) 07 | 4+ o762
(12)
~ —0.024(V +50) _0.0091(V +75) .
oy = o V05 1 By = V15 7
dn 1 an
T,—V—=N,—nh, 7, =—"—", N, =—"—,
dt (an+ﬁn)§0T an +ﬁn
(13)
0027 -25) |, _0.002(/~25)

n= e—(V—25)/9 1 > ﬂ” - e(V—25)/9 -1 i

Annpokcumarysi HaTPUEBOrO TOKa BKIIOYAaeT B ceOs J1Ba OOBIKHOBEHHBIX
muddepeHIMalbHbIX ypaBHEHUs: mepBoro mnopsaka (11-12) ans  Ge3pazMepHbIX

TIEpEMEHHBIX m(t,V') , akTUBALMU, U /(¢,V'), ”THAKTUBAMU. TOra KaK y KaJueBOro TOKa
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€CTh TOJIKO IEpEMEHHAs WHAKTHUBAaUWUU n(f,)) M, COOTBETCTBEHHO, TOJBKO OJHO
ypaBHeHHe. Bce anmpokcumanuu B OpUTMHAJIBHOM paboTe ObUIM MONy4YeHBl IpU
KoMHaTHOI Temmeparype T=23°C , a NOCKOJBKY /Uil HEWpOHA NPUBBIYHEE
temmeparypa T =36"C, To B MOJEIb BBEICH TEMIIEPATYPHBIA (PakTop, 4TO MOoApOOHEE
onucano B [Mainen, Sejnowski, 1996; Hodgkin, Huxley, 1952], ¢, =2.37" .
[IpoBOAMMOCTH YTEUKH 3alMCaHa C YYETOM 3aBUCUMOCTH OT TEMIIEpATyphl g, =g, ¢, ,
3/1eCh g, - 3TO MPOBOAMMOCTb YTE€UKHM NMPU KOMHATHOM TemmepaType (23°C). [Ipumep
OTBETa HEMpPOHA THNa XOMKKNHA-XaKCIIA Ha CTYIIEHbKY TOKa JINTEIbHOCTEIO 500 Mc
npuBezeH Ha puc. 3.2b.

B mpaByro yacTh ypaBHEHHM Ul IOTEHIIMANA B MOJAEIN TUIIA XOJHDKKUHA-XaAKCIIN
MO>XKHO N0OaBUTH APYTHW€ TOKHU, OTJIMYHBIE OT ONHUCAHHBIX HATPUEBBIX U KaJIHEBBIX
TokoB. K mpumepy, KanueBblii TOK, BBI3BIBAIONIMK  aJanTaldi0  CIHANKOB;
cuHantndeckuiit NMDA Tok, TpOBOMMOCTb KOTOPOT'O 3aBUCUT OT NOTEHIMANA; IIYM U
npoyee. Takke MOXHO  IPOAHAIM3UPOBATH  AIIEKTPOTOHUYECKUUH  3PdeKT,
npeoOpa3oBaB ypaBHEHHE JJIs MOTEHIMAla B KabenbHOe ypaBHeHHe. OnuiieM Oosee
noApoOHO TO, KaKk Y4YecTh B MOJENM THIa XOJKKHWHA-XaKCIU TEepEeYUCICHHbIE

BHEIIHUE (PaKTOPBHIL.
3.1.4 lllym

Pa3paboranbl pa3inuHble MOAXOJbl K MOJAEIHUPOBAHHUIO IIyMa, B YaCTHOCTH, B
HelipoHayke. PaccmoTpum 1nBeTHOW 1mIym, Kak mpouecc OpHiuTeiH-Ynenoexa.

[IIlymMOBO#l CHMHANMMYECKUN TOK /(f) PACCUUTHIBAECTCS B 3TOM CiIydyae C ITOMOUIBIO

CJIETYIOIIETO YpaBHEHUS:

Tnaise dl/:l:t) =y (t) + \ 2Tn0ise Gnoise é(f) ’ (14)

rae £(¢t) - 9To OeNbli TayCCOB IIYM C HYJIEBBIM CpeaHuM, < £(r) >=0, U aMIUTUTYI0H1
O roises <E@)EW)>=1,,,,00—1t"); 7,,, - 3TO BpeMEHHAasl KOHCTAHTAa KOPPEIALNY LIyMa.
BBenenue 1mymMoBOro TOKa B ypaBHEHHE IIOMOraeT cleiarb Mojenb Oojee

pEaAMCTUYHOM, OCKOJIBKY Ha BXOJI€ B PEAJIbHBIM HEHPOH IIYM OOBIYHO MPUCYTCTBYET

Y BJIMSIET HA TIOBEJICHUE HEHPOHA.
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3.1.5 NMDA-10K

NMDA TOK HENIbB35 OTHECTH K CHUHAIITUYCCKAM TOKaM C
MOTEHIIMAI-HE3aBUCUMBIMU TTPOBOJIUMOCTSIMH, TO €CTh B OOIIEM CiIy4yae €ro Helb3s
BKJIIOYUTH B IByMEpPHOE MpeicTaBieHue Bxoa (2). B pabore OyaeT npoaHaan3upoBaHO
nevicteue  NMDA Toka Ha HEHpPOH B MOJEIM U BO3MOXKHOCTH JIMHEMHOMN
anmpokcuManin  NMDA  Toka. s storo mpuroautrcss Mmoaens NMDA Toka,
OTpaXKaroIasi 3aBUCUMOCTh MPOBOJUMOCTH OT MOTEHI[MAsa, BHI3BAHHYIO MarHHEBBIM
0J10kOM. 3aBUCHMOCTH ITPOBOJIMMOCTH OT MOTEHIMaNa Obuta onucana B padote [Jahr,
Stevens, 1990], Beipaxenue 11 NMDA TOoka COrjlacHO 3TOM MOJENM BBITJISIAUT

CJIEYIOIIUM 00pa3oM:

Dyvia = &wupa SV =Vipa) » (15)

F0) =11+ [Mg>1/3.57), (16)
rae [Mg®'] - 5To BHEKJIETOYHAsh KOHIEHTpAmus MarHus B mM; Vy,,, - TOTEHIHAN
PEBEPCUH; g \upy - NOTCHIMAI-HE3aBUCUMasl COCTABIIAIOMAsA mposogumocty NMDA -

B paboTe OyIeT paccMaTpuBaThes 0€3 yueTa KHHETHKHU, TO €CTh OyJIeT paBHAa KOHCTaHTE

MaKCHUMAJIbHOM IIPOBOAUMOCTH & yy/p4 -

3.1.6 IIpocTpancTBeHHO-pacnpeae/ieHHAs MOeJIb HelpoHa

PaccMOTpUM IPOCTPAHCTBEHHO-PACIPENSICHHYIO MOJIEIb HERPOHA, COCTOAILYIO
U3 aKTUBHOW COCPEIOTOYCHHOW COMBI M MACCHBHOTO IMJIMHAPHYECKOTO ICHAPHTA.
ypaBHCHI/IC AJIA TIOTCHIHAJIAa B 3TOM CIIydac 3allMChIBACTCA B CIICAYIOIIEM BU/IC!:
C_dt -g, A _d2 =—g,V-V)—s(V-V,)+u, (17)
z

C rpaHUYHBIMHU YCJIOBUAMH Ha COMC

oV ov(t0) . ex,] r S
— = C—— =i (t,V(t,0)-1 | +—,
&, ( o &V (2,0)) i (18)
Y Ha KOHIIE ICHApUTA
oV
=1 =0,
o, (19)
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rae A= % - 3TO XapaKTepUCTUYECKasd JUINHA, a - paguyc nunuaapa (0.5 um), r,
gL'
- BHYTPUKJIETOYHOE corpotusieHue (150 Q-cm), L - nnuHa newapura (500 um), S -

mwiomans mnoBepxHoctd coMbel ( 10*cm® ). MemOpanuslii TOK i, (¢,V) 3amaercs

m
ypaBHeHusimu  (10-13). B maccuBHOW MoAenu UUIMHAPUYECKOTO JCHAPUTA U
COCPEIOTOUYCHHONW COMBI TIPOBOJMMOCTh YTE€UKH U BXOJHAsI MPOBOJAMMOCTH CBS3AHBI
cienyromum oopazom [Rall, 1959; 1969]:

g, =g, (l+ma’tanh(L/A)/(2A7, g, S)). (20)
Jns  cpaBHEHHUsI pACHpPEACIICHHOM MOJEIM HEWpoHAa C  HEpacHpeaesICHHON

MMPOBOJAUMOCTDL YTCUKU g, OOBIYHO 3a4a€TCA TaKOﬁ, YTOOBI BXOJHOC COIIPOTHBJICHHC B

IBYX MOJIETISIX ObLIO OJIMHAKOBBIM.
3.1.7 IIpocTast yacToTHAst MOJeJb MOMYJISAUH

JI1st HEeOKOpTEKCca XapakTepHa KOoJOH4YaTas opranu3anus. KonoHka npencraBisiet
co00i1 MOMyNIALNI0 HEUPOHOB, TO €CTh COBOKYITHOCTh HEMPOHOB MOTYYaIOIINX CXOKUN
curHain. bomee Toro, Kk mpumepy, B NEPBUYHON 3pUTEIBHONM KOPE MHHUMAIbHOMN
(GYHKIMOHAIBHON CTPYKTYPOU CUMTAIOT UMEHHO MOMYJISLHUIO, @ HE OTAEIbHBIN HEHPOH.
[TockonbKy aKTMBHOCTb HEHPOHOB MOMYJISIIIMKM OoJiee WM MEHee CHHXPOHU3UPOBaHa,
TO BO3JICUCTBHE MOMYJISIIAMA HA JIPYTHE HEUPOHBI CHIIBHEE, YEM BO3JICHCTBUE OJHOTO
HEWpOHa.

Korga uymcino HEMpOHOB MNOMyISLUHA BEIUKO, TO PAa3yMHO MaTE€MaTHYECKU
ONMCHIBAaTh OCPEIHEHHYIO [0 MHOKECTBY HEMPOHOB AKTHMBHOCTH NOMYJSLIUM, & HE
CHAMKOBYK)  aKTHBHOCTb WHAMBUAYAJIBHBIX HEUpPOHOB. (OJHAaKo, MNPUMEHS
MONYJIALIMOHHBIN IMOAXOM, IPUXOAUTCS BBOJAUTH HEKOTOPHIE JOITYICHUSA:

- KOJIMYECTBO HEUPOHOB MOMYJISLIUN CUUTAECTCA OECKOHEUHBIM;

- BBIXOJHBIM CUTHAJIOM IOMYJIALIMY SIBJISIECTCS MOIYJIALMOHHAsA YaCTOTa CIIAlKOB;

- pa3Inuus XapaKTEpUCTUK HEUPOHOB U BXOJHBIX CUTHAJIOB, KOTOPBIE IPUBOJAT K
pa3zdpocy AaKkTUBHOCTHM HEWPOHOB MOMYJISALMHU, OTPAXAlOTCs JUIIbL B JUCHEPCUU
BXOJHBIX CUTHAJIOB.

[IpocreiimmM onucaHueM CMalKOBOM aKTMBHOCTH KaK OJIHOTO HEHWpOHA, TaK U

[EIIOW TOMYJISIMKA SABJISETCS 3aBUCHMOCTh v =v([“") . Boiee CIOXKHOW SBJISETCS
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3aBUCHUMOCTh YaCTOTBI CIAWKOB OT IMoAIIOpOTroBOro ImoTeHOHalda, TOYHEC, OT
ACUMIITOTUYCCKOI'0O YpPOBHA JOCTIOJApU3AlNU, BBI3BAHHOM CHHANTHYECCKUM BXOO0M,

v =v(V). Ans nonynsuuu LIF HeiipoHOB ¢ pa30dpocoM noTeHuunaita, XapakTrepu3yeMbIM
IUCIIEPCUEN O}, , 3aBUCUMOCTb YaCTOTBI OT IOTEHLHUANIAa B YCTAHOBUBIIEMCS PEKUME

IreHepanun I1 ACCUUTHIBACTCA IIO aHAJIMTHYCCKHU BBIBCI[GHHOﬁ opMYylJIe
Yy

JlxxoxanHecwmsl [Johannesma, 1968]:

V=Vl o,2 -

v = AV) = C iz j ¢ (+erfWydv | . (21)

EL W, 102
/O ¢ynkums, paccuutbiBaeMas ¢ momouibio (Gopmynsl J[>KOXaHHECMbI, JOMYCKaeT
KyCOUHO-JIMHEHHYIO alllPOKCUMAIIMIO C HEKOTOPHIM MOPOTOM MO BXOJHOMY CHUTHAIY

(peobazoit) u HakimoHoMm (puc. 3.4). Jlna ympolleHWss WHOT/AA 3aJal0T 3HAYCHUS

ko>(puumentos k =1wu 1 =0.Torna 3aBuCHMOCTE v (1 ext ) 3aaaeTcs pyHKIMEH:
0 0

[x] x,npu x>0 7
x], = .
0, mpux<0 (22)

60

401
N
I
EN

20}

0 L L M . P et —
50 700 750
Iext, pA

Puc. 3.3 1/O xapaxrepuctuka nonyiusiuu LIF HeiiponoB, nmonydeHHas mo ¢opmyse
JIKOoXaHHECMBI, U €€ KyCOUHO-JIMHEHas annpokcuManus. [1lo ocu opauHar oTinoxeHa
CpeIHsisl MO TMOMYJISIIIUKA YacTOTa CIAMKOB, MO OCH a0CIMCC — CHMHANTHYECKHM TOK.
3HaUYeHUs] MapaMeTPOB MOJENH, JJisi KOTOPBHIX OblIa MOCTPOEHA YacTOTHO-TOKOBAs

3aBUCHMOCTb,  CIEAYyIOIIME: IIOCTOSIHHas BpeMeHHM MeMOpaHbl 7, =10ms
conpoTuBieHne MemOpaHsl R =100 MOm , ammiauTyna myma o =2mV , mopor

OTHOCHUTEIBHO MOTeHUMana nokos V, =15mV . KodpduuueHtsl nuHEHHOrO
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YPaBHCHHsA: HAKIOH k =08 u peobaza [ =112 pd

Kpome mpocThIX 4YacTOTHBIX MOJENEd TONYJSUUA  CYHIECTBYIOT — €IIe
BEpPOSITHOCTHBIE MOJIEJIA, B KOTOPBIX PEIIAIOTCS YPAaBHEHUS B YACTHBIX MPOU3BOTHBIX
JUId  TUIOTHOCTH BEpPOSTHOCTU. BeposTHOCTHBIE MOJAEIM MO3BOJISIIOT  y4ecThb
pacnpe/enieHie HeMPOHOB MOMYJISAIMH B IPOCTPAHCTBE COCTOSHUN MTPU MUHUMAJIbHOM
quclie mapaMeTpoB. EQMHCTBEHHBIM MapaMeTpoOM COCTOSIHUSI HEMpOHA MOXKET ObITh, K
npuMepy, MeMOpaHHBbIM ToTeHuuana. B aTom ciiydae ypaBHEHUE Uil TIUIOTHOCTHU
pacnpenenieHdss HEHWpPOHOB IO TOTEHLMATy CTPOUTCS Ha OCHOBE YpaBHEHUS
®doxkkepa-Ilnanka. Cneayer oTMETHTD, UTO, eciu A Mojenei tuma LIF memOpanHbIii
MOTEHIIMAJ SIBJISIETCS. €AMHCTBEHHBIM ITAPAMETPOM COCTOSIHUS, TO JUIsl O0JIee CIOMKHBIX
MojieNell HellpoHa ATOT MapamMeTp HEOJHO3HAYHO OIpPEAEseT COCTOSHUE MEXAY
cnarikamu. BTopoil BapuaHT — BpeMsi, OTCUMTBIBAEMOE OT MOMEHTA craiika. [{ins ydera
Ooraroro HaboOpa HMOHHBIX KaHajJoB (C ammpokcuManuend Tuna XoJKKHHA-XaKCIH)
Obl1a pa3paboraHa Mojenb Ha ocHoBe pedpaktepHoil mioTHocTH, CBRD [Chizhov,
Graham, 2007]. B HenaBueit padote [Chizhov, 2014] onucana Taxske CBRD Mozens
3pUTENbHON KOPBI, ONMKMCHIBAIONIAs Mpoliecc 00paboTKku HHpopMalu 00 OpUEHTALIH.

Bonee TouHas 3aBUCHMOCTB, KOTOpas MPUMEHUMA KakK JJIsl peKuMa CTalluOHapHOMN
reHepaluy CHalKoB, TaK M JJs NEPEeXOJHOro Impoliecca, MpeajgoXkeHa B padbore

[Chizhov et al., 2007]:

v =AWV)+BWV,dV /dt), (23)

1 dV” _ (sz_GVz’)
o e :

B"(V7,dv7 /dt)= —
o,\2r | dt .

24)

B coctostHuu mokos cmpaBeIMBO pachpeneieHue [aycca mo MemOpaHHOMY
MOTEHIMANy JUIsi HEUPOHOB TOMYJISILMM, CO CPEAHUM 3HA4YeHHUEM V , U
YaCTOTHO-TOKOBAsl 3aBUCHUMOCTH ONMCHIBaeTCs wieHoM A(V). Torma Kak ycuiieHue
BXOJITHOTO CUTHaJa MPUBOJIUT K BPEMEHHOM CHHXPOHM3ALMU HEWPOHOB. KOMIIOHEHT
BWV,dV/dt) MO3BOJIAET OIrcaTh TaKon MEePEXOAHBIN MpOoLIECC
(3meKkTpo(hU3NOIOTHYECKOE UCCIICOBAHUE MIEPEXOIHBIX MPOIECCOB B 3pUTEILHON KOPE
omucano B pabore [Benucci et al., 2009]). Uepe3 kopoTkoe Bpems OayaHC

BOCCTaHABJINBACTCA u HGprOHBI MMOmyJIsInnn BHOBb OKa3bIBAaOTCA
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NECUHXPOHNW30BaHHBIMU, HO  M3-32  JIONOJIHUTEIBHOTO  BXOJHOIO  CHTHaja
pacnpenenieHie HEWpPOHOB MONYJSLMKM MO MEeMOpPaHHOMY TOTEHUHUATy YKe He
l'ayccoBo. /O ¢ynkmusa (23-24) HeoOxoauma Tornma, Korma TpeOyeTcs omucaTh
BIIMSIHUE TIEPEXO/IHBIX PEXKUMOB Ha nccieayemble 3)(eKThl.

CuHanTU4ecKui TOK MOMYJIALMHM IOCTCUHANTUYECKNX HEHMPOHOB ONPENEISETCS
YaCTOTOW CHIAMKOB TMOMYJSIUM IPECUHANTUYECKUX HEHUPOHOB. Y CPEIHEHHEM
ypaBHeHHs (6) 1O  NIPECHHANTUYECKUM  HEHMpoHaAaM  MOXKHO  IOJY4YUTh

AIMPOKCUMAIMOHHOC YPaBHCHUC JJIsA IIPOBOJUMOCTU!

- d*e, . de. (25)
T;"I Té dl‘zj +(T;"I +Té)7;+gj :cjfjpre(t)a

rae f/°(t) - 9TO cnailikoBas aKTUBHOCTL NMPECHUHANTHYECKUX HEWPOHOB; ¢, =g, T,

IJi€ 7; - 9TO BPEMEHHON MacIiTal, KOTOPbI TpedyeTcest st TOro, 4T00bl HOPMUPOBATH

CHUHAIITUYCCKYIO IMPOBOAMMOCTL HIIN o0ecreYnuTh HE3aBUCUMOCTh MaKCHUMAaJILHOMN

MMpOBOAUMOCTH OT 3HAYCHUM BPCMCHHBIX KOHCTAHT, PACCUYUTBIBACTCA CICAYIOIIUM

o0OpazoM:
i _ i
T ~ta J i
o T npu T, #7T,
AT A | 20
’ J J
T/ T;
tle, npu vl =1)

Ecnu mpeneOpeub akCOHHOW 3amepikkold, 3(p¢deKkTamMu pacnpoCTpaHEHHUs IO

aKCOHaM, TO MOXHO CYHTaTb, 4YTO cmalikoBas YacTOTa Ha OKOHYAHHIX aKCOHOB

NPECUHANTUYIECKON HEHPOHOB f/'“(¢) paBHa MX CMaWKoBOM vacToTe Ha come. Takum

oOpa3zomM, Habop ypaBHEHMI Tuma (25) pa3IUYHOrO CHHANTUYECKOTO THUIIA BMECTE C
BBIpQXKCHUSIMU JJIs TOTEHIMANIA U TOMYJISIITUOHHONW 4YacTOTHI (8, 23-24) mo3BOJSAIOT
CTPOUTH MOJICTIH CBSI3aHHBIX TOMYJISIIHM.

OnumeM nanee KIacCHMUYECKYH MOmyJsiiuoHHyio Mozaenb Ol co crpykrypoit
KoJblla (ring-MoJieNb), KOTOopas MPUTOAMIach MPH pa3pabOTKe MOJEIH IPOIECCOB
00paboTku MH(pOpPMALMK O IBET€ U OPUEHTAlMU. 3aT€M KpPaTKO CpPaBHUM IPOCTYIO

YaCTOTHYIO MOJIENIb C MOJIENIbIO Ha OCHOBE ypaBHeHus1 Pokkepa-Ilnanka.
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3.1.8 IIpocras yacrorHass moaeb OI' co cTpyKTYpoOIi KosbLa (ring-Mmo/ennb)

Kak yxe Oblio oTmMeueHo B pazzaene 2.1.5, mpocteiimieil Monenpio, KOTOpOi
onuceiBatoT OI', sBisieTcss ceThb ¢ KoJblieBOoM Tomosorueit (ring). Takas mopenb
MpeACTaBIsET COOOM CHCTEMY PaBHOMEPHO PACTIPEEICHHBIX MO KOJbIY MOMYJISIHUH,
KaK7asi U3 KOTOPBIX B Hjeaje ecTh OECKOHEYHOE YMCIO HEWPOHOB, MOJIYYAIOIIHUX
OJIMHAKOBBIM BX0Ja (HEHPOHBI OJHOW TMOMYJAIUH TMPEANOYUTAIOT OJMHAKOBYIO
OpMEHTAIMIO) U UHAUBUAYAIbHBIN IIyM. B ring-monenu peanusyercs To cBoiictBo O,
YTO 4YeM OJFbKe MpeArouynTaeMble OPUEHTAIIMNM HEUPOHOB, TEM OJIMKE 3T HEUPOHBI
pacIoioKEHbl JpYr K JAPYyry M TEeM CHIbHEE OHU B3aMMOJICUCTBYIOT. BriepBbie
ring-moJienb omnucaHa B pabdore [Ben-Yishai et al., 1995]. Mogens nocrynmHa amnst
MOAPOOHOTO MaTEMaTHYECKOTO aHajdu3a M B HEKOTOPBIX CIIydasx JOMyCKaeT
aHAJIMTUYECKOE pelieHue, noapoduee B padbote [Hansel, Sompolinsky, 1998].

[Ipy mocTpoeHMH TPOCTOM YACTOTHOM  TrINg-MOJACIM  OPUEHTAIMOHHOMN
runepkosionku 113K Obutn cienanbl clieIyomue 0myIeHus:
- TIOMYJISAIIMK B TUTIEPKOJIOHKE PA3IMYAIOTCS TOJBKO MO MPEANOYNTAEMON OpUEHTAIIUN
3pUTENBHOIO CTUMYJIA;
- CHaplKoBas AaKTUBHOCTh TOPMO3HBIX HEHPOHOB HPONOPIUOHAIBHA CHAHKOBOU
AKTUBHOCTH OJIM3JICKAIIUX BO30YKIAIONTUX HEHPOHOB;
- BXOJIHOW CHTHAJl B KJIETKY 3aJa€TCsl TOJBKO MOCPEACTBOM CHHANTHYECKOTO TOKa, a
W3MEHEHHUE MTPOBOJAUMOCTH HE YUUTHIBACTCS,
- BC€ BO30YXKIAIOIINEe HEUPOHBI BBIICICHHON KOJOHKH JAlOT OJMHAKOBBIA OTBET Ha
CTUMYJL.

YacToTHas MoOfenb AWCKPETHOTO HaOOpa MOMyJSIUNA, paclpeeiCHHBIX Ha

KOJIbLIe, IPEACTaBIsICT COOON CUCTEMY MHTETPpO-TudPpepeHITHaTbHBIX YPaBHEHUM:

dv(e.t) st (rex
17 =—v(p,t)+Vv ’(I ’(qo,t)), (27)
rae  v(p,t) - DTO CpeaHsds YacToTa CIAMKOB IO MOMYJAIUMUA HEHPOHOB,

MPEANOYNTAOIINX OPUEHTAIMIO ¢ B MOMEHT BpPEMEHH [, T - O3TO BpPEMEHHAas
KOHCTaHTa penakcaiuu  4acToTbl. (COINIacHO  AKCHEPUMEHTAIBHBIM  JaHHBIM
[Bonhoeffer, Grinvald, 1991], opuenTtarusi ctumyiia, U3MEHSOIIasCsA B UHTepBasie oT 0

70 7, OTOOpa)kaeTcsl Ha CEKTOpP KOJIbIla ¢ KOOpJAWHATOW W3 MHTepBasia oT 0 10 27 .
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BrIpaxkeHue ai CHHANTHYECKOTO TOKAa MOIMYJSLUA HEUPOHOB, MPEIITOYUTAIOLIUX
OpPUEHTAIMIO ¢ PACCUUTHIBAETCS CIEAYIOUIUM 00pa3oM:
x '
19 (0u) = [ (U + J,Cos (p - D) 2 +
0 T (28)
1y +1,Cos(2(9 = py)) +1(0,1)
rIe ¢, - 3TO OpPUEHTALUs CTUMYyJa, 1 - 3TO OEIbli IayCCOBBIM LIyM C HYJEBBIM
CpeIHMM 3HaueHueM, <7 >=0, u gucrnepcuei o, <n(H)nt')>=c’s(t—t') ; BXox B
MOJIEJIb BKIIIOYAET CUTHAJI 00 OpUEHTALMU ¢ aMIUIUTY0N /, U QOH I; HUHTErpalIbHOE
BBIPQXKCHUE OIPEACISIET PEKYPPEHTHBIE B3aUMOJACUCTBHS HEHWPOHOB Pa3IMYHOMN
IpeNoYnTaeMOll OpHEHTAMH. B mpocTeiinieil 4acTOTHOM ring-moaenu st v ™ (1 e’”)

UCIOJIb3YEeTCs TMHEIHAs TOPOroBasi 3aBUCUMOCTb (22).

3.1.9 CpaBHeHMe OBeAeHUA ring-Mo/aesieil NPOCTOi YaCTOTHON U HA OCHOBE

ypaBHeHusi ®okkepa-Ilianka

CpaBHEHHUIO TIOBEJCHHUS YAaCTOTHOM Tring-MOJAENHd M Tring-MOJEIM Ha OCHOBE
ypaBHeHus: Dokkepa-Ilnanka Obuta TMOCBsIIEHAa MOsI JUIUIOMHAas paboTa; Takke
Marepuan mnpeacraBieH B cratbe [CmupHoBa, Ymxkos, 2011]. B menom, nmoBenenue
Mojener 1moxoxxke. OCHOBHOE pa3ivM4ve MOBEIACHUM MOJENEH COCTaBWIJ MPOLECC
YCTaHOBJIEHHUS PEIlIeHUs MIPU cMeHe cTuMyJa (puc. 3.3). Mozenb Ha OCHOBE ypaBHEHHUS
®oxkkepa-IlnaHka moMmoria yCTaHOBUTh THUI PEUICHHS MPU HEOPUEHTUPOBAHHOM
CTUMYJIE TIPU TaKUX IMMapaMeTpax PEKYPPEHTHBIX CBSI3€, MPU KOTOPBIX MPOCTAs
YacTOTHAasT MOJIeJIb HE HUMEET KOPPEKTHOTO pemeHus (B 00JacTH aMIUIMTYIHOMN

HECTAaOUIILHOCTH).
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Puc. 3.4 V3MeHeHUEe aKTMBHOCTH MOIMYJIALMN, XapaKTEPU3YEMBIX MPEANOYUTAEMOMN
opueHranuei crumyna 0 3a 600 ms mocie Hayaia CTUMYJISIIIUU (B MOMEHT BPEMEHH
t=180 ms mpPOUCXOAUT CMEHA OPUEHTAIIMU CTUMYyJa ¢ 2 Ha 4 rad): a B KIIacCCUYECKOI

ring-mozeny; b B Mogenu Ha ocHoBe ypaBeHeHust Dokkepa-Ilnanka. J, =-1.2, J, =3,

1, =150 Hz, I, =5 Hz [CmupHOBa, Ynxos, 2011]

Tenepr mepeiiieM K ONMUCAHUIO pa3pabOTaHHBIX B paMKaxX TUCCEPTAIMOHHOMN

paboTHI MOJCIICH.
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3.2 Yacrornas moneas 113K, peanusyromas 00padorky ungopmanuu 00

OPHEHTALIUM U LBETE

3.2.1 IIpocras yacrorHast mogeJb II3K ¢ Tomosorueit ropa (MoneJs 1)

I'oBops o 13K, Oynem moapa3zymeBaTh €€ y4acTOK, COACpIKaIUii HEHPOHBI BCEX
BO3MOXKHBIX MTPEANOYTEHUN IO IBETY U OpUEHTaluu. PaccmaTprBaeMblil y4acTOK KOPbI
BKIIIOYaeT Oonbioe koauuectBo OI' u, coorBercTBeHHO, L[B. IIpu sTOM BCe HelpoHbI
CETH SIBJISIIOTCS YyBCTBUTEIBHBIMH K OPHEHTALMU, a MO YYBCTBUTEIBHOCTH K ILIBETY
pasnenenbl Ha faBa kiacca: Cl u CS neiiponos. Kak 0b110 oroBopeHo B paznene 2.1.3, u3
[BETOUYBCTBUTENBbHBIX paccMaTpuBaroTcs ToJdbKO CSy HEMpPOHBI, MOCKOJIbKY UMEHHO
OHHM, BEpOATHO, omnpeaeassioT 3¢depentHeiii nBetoBoit curHan [I3K. UroOwr
peanuzoBath Mmojnenb I[I3K mpocteiimum cnocobom, st ceTd Oblla BBIOpaHa
TOIOJIOTUSI B MPOCTPAHCTBE pacCMaTPUBAEMBIX MPU3HAKOB, OPUEHTALlMM U IBeTa. B
ATOM CiIy4yae pacopelielieHue HEHPOHOB IO KOpe M IPOCTPAHCTBEHHOE pa3iInyuue
PELENTUBHBIX TOJEH HEUpPOHOB peaylupoBaHo. Eciam BBIOOp CTPYKTypbl cCeTH A
coBOKyNHOCTH Cl HEHipOHOB OYEBHJIEH U YK€ HEOJHOKPATHO MCIIOIb30BaAICS (OOBIUHO
UCIIOJIb3YETCS KOJIBLIO B MPOCTPAHCTBE OpPUEHTALMI), TO BHIOOP CTPYKTYyphl cetu CS
HEWpPOHOB TpeOyeT 000CHOBAHMS.

DKCHepuMEHTaIbHO OBLIO MOKAa3aHO, YTO MHQOpMAIUs O LBETE MOCTYyHaeT OT
ceruatku ma3a yepe3 HKT Ttanamyca B 13K o napannensusiM kanasiam, RG u BY. B
oTnuyKe oT Takoil onnoHeHTHocTU CS; Helponos, CS uelpons! LIb (CSy) MoryT ObITH
HacTpoeHbl Ha 000N orTeHok 1Bera [Hass, Horwitz, 2013; Xiao et al., 2007].
OAHOPOHBIN IBETOBOM CTUMYJ aKTUBUPYET MATPUILy HEOONBIIUX YYACTKOB B CIOSX
2/3 TI3K; mpu 3TOM y4yacTKH, aKTUBHUPOBAHHBIE PA3IUYHBIMU OTTEHKaMH, 4aCTUYHO
MEPEKPHIBAIOTCS TaK, YTO COCEIHHE MHUKHU (MOJIOKEHHSI MaKCUMyMa OTBETa BHYTpU
Y4acCTKOB) COOTBETCTBYIOT CXOXXMM OTTeHKam [Xiao et al., 2007]. Kaxnerit 1B
MIPEICTABIISIET MOJIHYIO0 TaMMy OTTEHKOB, U MIO3TOMY JJIsi CETU HEUPOHOB 01002 MOKET
OBITH BBHIOpaHa KOJIBIIEBAsI TOTIOJOTHS B MPOCTPAHCTBE 1BeTa. KONbIlo B IPOCTpaHCTBE
BETa — 3TO M30XpOMHAs M3oMroMUHAaHTHasA auHuss DKL nBeroBoro mpocrtpaHcTBa
[Derrington et al., 1984]. Kpome Toro, CTpykTypa KoJibIla JIJIsi CETH HEUPOHOB OJTHOTO

Ib mo3BosieT MPOCTHIM CITOCOOOM OTPA3UTh TEHACHITUIO, COTJIACHO KOTOPOUM HEHPOHBI
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CO CXOXHMH IMPEANOYTCHUSIMH pPACMOJIOXKEeHbl ONuke Apyr K JAPYry U CHIIbHEe
B3auMOIeicTBYIOT. [[ns1 cetu HelipoHoB [|b Obima BbIOpaHa KoJsbIeBas CTPYKTypa
TaKKe MOTOMY, YTO MOJENb C HENEPUOANYECKUMHU TPAHUYHBIMHU YCIIOBHSIMU HMEET
CWIbHBIA TIpaHuyHbld 3]dekt. Kak mokazano B paznene 4.1.5, u3-3a rpaHUYHOTO
sddexra monens [13K mpennmounTaeT pas3Hble LBETOBBIE OTTEHKH IMPH CTUMYJaX C
OJINHAKOBBIM OTTEHKOM, HO Pa3JIMYHON HACBHIIIEHHOCTBIO.

[TockonbKy OpUeHTAIMs U OTTEHOK I[BETa MOTYT OBITh 3aJlaHbl EPUOAUYECKUMHU
MEepEeMEHHbIMU, TO JUIsl CeTH Oblla BBIOpaHa TOpOWJAlbHAs TOMOJOTHUS, TOYHEE,
MHOXECTBO Kousell. [lo mpuunHe OTCYTCTBUS CBHUIETEIBCTB CHUJIBHOrO BiausHHUS CS
HevipoHoB Ha CI, B Mmoaenn Takxke 3aoxeHo, uro CI HelipoHsl He nMeroT Bxoaa oT CS
HeiponoB. Kaxnmas nonymsuuss  ClI HEHpOHOB  mapaMeTpu3OBaHa  YIJioM
MPEAIOYUTAEMON OpUEHTAMU @ , Toraa Kak CS momyssiuus napaMeTpru30BaHa yriioM
MPEANOYNTAEMON OPUEHTALMU @ W YIVIOM IPEANOYNTAeMOro OTTEHKa nBeta 6. Jlms
yIjia mpeanoYyuTaeMor oprueHTanuu nepuon paBeH n. CoBokynHocTh CI HEMpOHOB B
MOJICJIA 33/1aHa CEThI0 C N'€OMETPHUEN KOJIbIla B MPOCTPAHCTBE OPHUEHTAIUN TAK, YTO
MTOJIOYKEHNE TOMYJIALMY C IMPEANOYTEHUEM OPUEHTALNK ¢ 33J1a€TCs MOJISIPHBIM YTIIOM
2¢ . CoBokynHOCTh CS HEWpPOHOB C OJAMHAKOBOW MPEAIOYUTAEMON OpUEHTAIHEH (TO
€CTh HelpoHOB 0100a, pacmoiO)KEHHOIO B  OpPUEHTAIMOHHOMW KOJIOHKE C
MpPEeANOYTEeHHEM OpPHEHTALlMM ¢ ) 3a/laHa CeThI0 C KOJBILEBOM TOMOJOTHEe B
MPOCTPAHCTBE OTTEHKOB I[B€Ta TMOJOOHO HW30XPOMHOW W30JIIOMUHAHTHOW JIMHUH
npoctpanctea DKL. /Ing yria npeanoynutaeMoro OTTEHKa 1[BETa IEPUOL COCTABIIACT
2n. Kompria CS HeMpoHOB 00pa3yloT B COBOKYMHOCTH Top. [lonoskeHue Ha Tope
MONYJIALIMK C IPEANOYTEHUEM OPHUEHTAIMU @ U OTTEHKAa 6 3a1aercsl CIeAyIOIUMU
KOOPJMHATAMU: TOJOUJAIBHBIM YIVIOM 2¢ U TOPOMAAIBHBIM yriioM 6 . B menowm,
Mozenb onuckiBaeT coBoKynHocTh OI' u LB Tak, uroOsl yuects CS HEHpOHBI Bcex
npeanouyntaeMbix opueHTanuii (or 0 mo m). CxemaTudeckoe M300pa)xKeHHE MOJAETH
IpuBEIEHO Ha puc. 3.5. Cunantuyeckue Beca cBszerd Mexay Cl HelipoHaMu 3aBHUCST
TOJBKO OT PA3HOCTH YIJVIOB IPEANOYUTAEMBIX OpHeHTanui, mMexay CS HelpoHamu

onHoro LB - oT pa3HOCTH YIUIOB PEANIOYUTAEMBIX OTTEHKOB IIBETA.



Puc. 3.5 Cxemaruueckoe H300pak€eHHE MOJEIU C TOPOUJAIBHONM TOMOJOTHEH.
Bosbiioe kob110 — 3T0 coBOKYynHOCTh Beex Cl HeliponoB 113K, kaxxnoe manoe KoJibIo —

3T0 cCOBOKYNHOCTh CS HeitpoHoB oaHoro I[{b

Mopnens 1 sBiseTcs OpOCTOM YacTOTHOM MOJAENBI0, MOJOOHO Tring-MOJeNH
(pazmenst  3.1.7-8), TO ecTh JAWHAMHUKA TMOMYJSITUOHHOW aKTUBHOCTH 3ajaHa
uHTerpo-nupepeHuanbHbIM  ypaBHEHUEM € JIMHEHHO-ioporoBoi 1/O  QyHkuei

(IMHaMUKa yCTaHOBJIEHHs pelleHus Oojiee TOUHO omuchiBaeTcst B Moaenu 2, pa3nen
3.2.2). OGo3HauuM mepeMeHHOH Vv'(p,0,f) aKTUBHOCTH B MOMEHT BpEMEHHU !
nonyasiuu CS HEMpOHOB, MPEANOYUTAIOIINX OPUEHTALMIO @ U OTTEHOK IBETa O, a
nepeMenHol v’ (¢,f) - aKTMBHOCT, B MOMEHT BpeMeHH ¢ nomynsuuu CI HeilpoHOB,

MPEANOYNTAIONMINX OPUEHTAIIUIO ¢ , TOTIA:

6‘/(;;0’0 -V (¢,f)+|:j(J8+J§C0s(2(§0—€0')))vo( ' ex,(qo,t):l+
0 2r 5 (29)
‘M;’m) X t)+|:j(Jé +J;cos(9—9'))v1(¢,9', ! (0.0, t)}
0
ex,(qo,t) [0+I COS(2(§D q)o))+17(q)’t) (30)
Ly (9,0,0) =J3v" (.0) + I +1,Cos(2 (9 =) + [Cos (0= 0y) +1 (9,0,0), (31

rae 7 - 3TO, KaKk U B I'il’lg—MOJIGJII/I, BpPEMCHHAsA KOHCTaHTa pCIaKCalluh 49aCTOTEBI; 1) -

Oenblii rayCCOBBIN LIyM C HYJIEBBIM CpeHUM 3HaueHueM. B Monenu 1 He yuuTbiBaeTcs
CIIOKHAsi JWHAMHUKA AaKTUBHOCTH TOIMYJSILUM, MCIOJIb3yEMBIE pelaKCallHOHHbIE
YpaBHEHHS] MOMOTAIOT OLIEHUThH JIMIIb YCTAHOBUBUIYIOCS AKTUBHOCTb. 3aBHUCHMOCTH
CTaI[MOHAPHOM YacTOThI OT BXOAHOIO curHaia B Monenu 1 Obuta 3agaHa npocrteiei

JTUHENHO-TToporoBoit ¢pyHkuuen (22).
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CeTh HEHPOHOB MOJIETTM PacCMaTPUBAETCS B MPOCTPAHCTBE MPU3HAKOB, I[BETA U
opueHrtanuu. O0e MepeMeHHbIC NOMYyCTUMO 3aJaTh MEPHOIUYECKUMH, 0OOCHOBAHHE
MEPUOIMYHOCTH OTTEHKA LIBETA MPUBEACHO B pazzeie 2.1.4. B aTom cityuae rpaHUYHbIE
YCIOBHUSI CHUCTEMBI Tiepuoauyeckue. Kak creacTtBue, 4YieH, OTBEYAIOMIMM 3a
PEKYPPEHTHBIE CBSI3H, MOKET OBITh pa3yiokeH B psag Pypbe, Kak u B ring-monaenu. s
YUCJICHHBIX PACUYETOB MBI AMMPOKCUMHUPOBAIM €r0 JBYMsI TEPBHIMH KOMIIOHEHTAMH
psaga @ypbe. DTO MO3BOSIET IPOCTEUIIUM CLIOCOOOM OMHCATh TOT (PakT, 4TO Hanboee
CUJIbHBIC CBS3U HAOIOAAIOTCSA MEXIy HEHPOHAMU C OJIM3KUMHU MPEATOYTCHUSIMH.

Bxon B 1B BriTtOUaeT curHan 06 OpreHTAIUU C aMIUTATY0u [ ]‘ , CUTHAJI O IIBETE C
aMIUIUTYI0M [, (KOTOpas XapakTepu3yeT HAaChIIEHHOCTh), KOMIIOHCHTY I,
XapaKTePU3YIOIIYI0 SPKOCTh, a Takke BxoJ oT Cl HelpoHOB, XapakTepu3yeMbIN
mapameTpoM J; . Bxox B OI' BKIfoYaeT curHan o0 OpHEHTAllMH C aMIUTHTYIOU [, U
¢ou I, . Tlpu YrCIEHHOM peann3alui ObUI0 PACCMOTPEHO HECKOIBKO THIIOB CTUMYJIA:
OpUEHTHPOBaHHbIH (ipu 5 >0, 1| >0) Win HeOpUeHTUPOBaHHbIH (ipu I =0, I =0);
nBetHoi (mpu I, >0 ), GecuserHbiii (mpu /, =0 ) WIK JBYIBETHBIA CTHMYJIBL
JIByIIBETHBIM BHENIHWNA CHUTHAI OBbUI 3aJaH CYMMOW JBYX IOPOTOBBIX (YHKIIHI:
I3 ([Cos(9 ~6))], +[Cos(6 —92)]+) . IloporoBast pyHKIMS 3/1€Ch ObLIA MCIIOJIB30BAHA JUIS

TOT0, YTOOBI ObLIa BO3MOKHOCTD 33/1aTh JIBa MTPOTUBOTOJIOXKHBIX I[BETa. be3 moporoBoi

(GYHKIMU CUTHAJ B CIy4yae MPOTUBOIMOJIOKHBIX [IBETOB OKa3ajcs Obl HYJIEBbIM.

3.2.2 Moaeas II3K ¢ yyeToM cHHANITHYECKOI KHHETUKH U HEPABHOBECHOCTH

pacnpenejeHUsi HEHPOHOB MO0 COCTOSIHUAM BHYTPH nonyuasiunuu (Moxein 2)

Jlnst Toro 4TOOBI OMPEAENUTH BIMSHUE OBICTPHIX MPOIIECCOB HA TOBEACHUE
mozaenu 13K, Obuta paccmorpena Mogenb 2, B KOTOPOW OMHUCHIBAETCS KUHETHKA
CHUHAINTUYECKUX TOKOB U IMHAMHUKA aKTUBHOCTH CPEIHEN 1O MOMYJISINH B IEPEXO0THBIX
pexumax. B Monenu 2 momysisiiiuoHHAas 4acTOTa U CHHANTUYECKUE TOKHU 3aBUCAT OT
MeMOpaHHOTO TOTEHI[Maja, a TOYHEE, OT aCUMIITOTUYECKOTO YPOBHS ACTIONAPU3AIIIH,

BBI3BAHHOM CHHANTHYECKUM BXoz0M. [lorenuuman paccuntsiBaercs u3 LIF ypaBHeHus:

4
de;/;:_(Vy_VL)_'_IS};/n/gLD (32)
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3nech y ompexaenser tumn nonyisuuu, y =0 g Cl u y =1 gua CS. Ilepemennas V7 -
9TO aCUMIITOTUYECKHUIN YPOBEHb JETIOISPU3AlNY, BEI3BAHHOW CHUHANITUYECKUM BXOJIOM,
1], - BXOJIHOW CUTHAJI B TIOMYJIALMIO, T, - BDEMEHHAs KOHCTaHTa, g; - IPOBOIMMOCTh

yT€UYKH, V, - TOTEHUMAd pPEBEPCUM KAHAJIOB YTEYKH. BBIXOAHOW CHUTrHaj

XapakTepusyeTcs, kak 1 B Mojenu 1, cpeHelt o nomysiiui 4acTOTOM cailkoB v’

Vi =AY+ BT (V7 ,dVT dt), (33)
A (Vy) kJoh [Isyn IJoh ]+ ’ (34)

U [arr] -ET
B'(V ., dv"/dty=———| —— 20 35
e 1] -
Ay(Vy):kJoh Is};/n Joh 1+ zgé(t) . (36)

N
B otnuune ot Moaenu 1, rae /O dynkuus 3agana npocteiiiieit TnHeHoN pyHKIuEH

(22), VO ¢ynxmus B Mogenu 2 (33) umeer crauroHapHslii uneH A(V) (34) u unen
B(V,dV /dt), onuchIBarONIMi MepexoaHbIil pexxum (35), moapoObHee cMOTpUTE pas3ael

3.1.7.11apameTp o, XapakTepuszyeT pa30Opoc HEHPOHOB MOMYJSALUUU MO MOTCHLIHAIY;

V, - 9TO IOpOr reHepauuu cnaika. CHHaNTUYECKass MPOBOAUMOCTH gg(t) Oyner

omucaHa HWKe. B 4ncieHHBIX pacuerax ucronb3oBaiack Gopmyna (36) Bmecto (34),
YTO TMO3BOJIMJIO YYECTh BKJIaJ LIYHTHPYIOHIEro TopMmoxkeHus. Llensiii pasgen B
pesynbTatax (pasnen 4.2) nocesmieH /O ¢ynkuumn HelipoHa. B AByX cioBax MOXKHO
MOKa  TOJIbKO  OTMETUTh, YTO  33JaHM€  BXOJa  OJHUM  [apaMeTpoM,
MOTEHIIMA-HE3aBUCUMbIM ~ CHHANTUYECKUM TOKOM, HejocTtatouHo. Ilostomy B
ypaBHeHMH (36) BBeOEH TakKe BTOPOH NapaMeTp, CyMMapHas CHHaIlTUYecKas
npoBoauMocTh. COOTHOIIEHHE NapaMeTpoB ABYX MoJeleld OyJeT NPHUBEACHO Ui
yIpoIieHHoro ciydas (34).

Teneps nepeiieM K KWNHETUKE CHHANTUYECKUX TOKOB. B Moaenu 2 yureHo Tpu
TUNA BXOJHBIX CHUTHAJIOB: BO30YXJAIOIMUA TOK OT OINIOHEHTHBIX HEWPOHOB
(TamaMuyeckuil), peKyppeHTHblE BO30OYXKIAIOIIUNA WU TOPMO3HBIA. YpaBHEHUS [UIs

BXOJHOTO TOKAa M CHHANITUYECKUX MPOBOJUMOCTEH CIIeAYIOIINE:

17,(p,0,0)= Zgg(coﬁ N7 =V )+n(e.0,1), (37)
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dzgy dgl

& ¢ ¢ ¢ ¢ ¢ Y _ 4
;T +(r; +7;)——+g: =c R
d dt? ( a) dt ¢ éfé

(3%)

rjae uHAeKkc & o0o3HAYaeT THI CHHAINCOB: [ JJii TOPMO3HBIX, £ UIsi BO30YKIAIOIIUX
PEKYpPPEHTHBIX B3aUMOJEHCTBUM, Th 17 BO30YKIAIOUUX OT HEHPOHOB TajlaMyca U OT
CS; HeipoHOB, KoTOpBIE 1O cBoiicTBaM noxoxxu Ha kinetkn HKT tamamyca. [Ipoune
napaMeTpbl COOTBETCTBYIOT IapaMeTpaM ypaBHeHuUs (25), onucanHbiM B pazzaene 3.1.7.

[IpecuHanTryeckue 4acTOThl PACCUUTHIBAIOTCSA MO CAEAYIOMINM (HOpMyJiaM:

F8@)= 17 + 19Cos (29 —9,)), (39)

£ = I(Hq‘} Cos (2(p—p NV (@',1) d;”' , (40)
£ = I(Hq%Cos - @0’ (4D
F1r(0.0) = 17 + £7Cos (20 -g,)) + 1 Cos (0-0,), (42)
10,0, q‘“zf (i+aicos@-0n' @005 (43)
do' (44)

2
fH0.0.0=(1-" (9.0 +¢" [[1+pCos 0-0))v' @00 .
T
0
Tanamugeckuii Bxon B CI melipons! (39) BkmrouaeT (OHOBYIO KOMIOHEHTy f°¢ m

KOMIIOHEHTY, MepeAaolly0 HHPOpMaU0 00 OpUEHTAlMKA CTHUMYJIA @,, C IIUPOKOU
HacTpOMKoN u aMrmutyaou f%; tamamuueckuit Bxog B CS HelpoHsl (42) BKIIOYAECT
TaKke JOMOJHUTEIbHBIA CHTHAT O [BETE CTUMYyJa 6, ¢ ammutyaoi f° u mmpoxoit
HacTpoiikoi. Hacrtpoiika pekyppeHTHbIX Bo3Oyxkaatromux (41) um topmosnbix (40)
ceaseil CI HelpoHOB XapakTepusyeTcs HapaMeTpaMH ¢ U ¢, , COOTBETCTBEHHO.
AHanoruYHBIM 00pa30M HACTPOIKa PEKYPPEHTHBIX BO30Y X aaronux (44) 1 TOpPMO3HBIX
(43) caseit CS HellpoHOB XapaKTepu3yeTcs MapaMeTpaMH ¢y M ¢, COOTBETCTBEHHO.

0,1

[TapameTp ¢+ omnpeneinser cooTHomeHue BXoaoB oT CI u CS HeiipoHOB. YUUTHIBaeTCS

TOJBKO BO30Yknatromuii BxogHou curnai ot Cl HeiiponoB k CS HelipoHaM, CMOTpPHUTE
1

ypasrenue (44). Ilapametpsl ¢, g/ u ¢*' MOryT IpHHUMATEL 3HAYEHUS U3 IUATIA30HA

ot 0 no 1. 3HavueHust mapaMeTpoB, KOTOpbIEe ObUIM OJMHAKOBBI BO BCEX TECTHPYEMBIX
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3ajjayax, ObUIM 3aJjaHbl caeaAyomuMu: V, =-65mV, 7, =-51 mV, 1=9ms, g, =12nS,
tF=1.7 ms, 5 =83 ms, V, =0 mV, ¢/ =0.5 ms, ¢/, =5 ms, V, =-77 mV, k,, =0.7

Hz/pA, I,, =112 pA, 6,=2mV, o> =0.03 pA.

3.2.3 ®opmyJibl npeodpa3oBaHus napaMeTpoB cBsizu Mojgeaun 2 B mapaMmeTpbl

Mopean 1

Jlyis Toro, 4ToObl ONpeAeauTh COOTHOIIEHHE napaMeTpoB AByx mojeneit 113K B
CTAallMOHAPHOM Clly4a€ MpU 3HA4YeHMM mnoreHumamna V, =V, +1,,/g, , CpaBHUM

dhopMyIIBI 1711 CHHANITHYECKUX TOKOB Mojenu 2,

!

1 (@) = k[0 =7, Jer [y (@)1 + 47 Costo =) 7
0

L~V Y, )(cEIv‘)(co')(H a3 Cos2p-g) "+ 45)
e (17 + 12 Cos2(@ - o)),
18,0.0) =k |- (7 7, s g { V'(@.0)(1+4) Cos@-0)) -
i do’ (46)

V@) (1+ gk Cos(O- 9)) (- ’])vo(t,qo)]

0

LV, —m(c,{

e (79 + £2Cos (2(p—g) + fCos (0 -0,)) .

u Mogenu 1,

0 +1§COS(2(¢—¢0))} ., (47)

+

13,(9)= { [ o8 +73Cos(ate - co’)))df
0

2r
1,0.0)=[ [ V'@ @)U} +IiCos(@ -0 >)
0

T () + 12Cos(2(p - 9,))],

CoOTBETCTBEHHO, B CTALIMOHAPHOM CiIyyae 0e3 yuyeTa BIMSHHUS HIYHTHUPYIOIIEro

)+
(48)

TOPMO’KEHHS Ha YaCTOTHO-TOKOBYIO KPUBYIO COOTHOIIICHHUS TTApaMETPOB ABYX MOJIEIICH
CIICTYIONIHE:

J(()) = _kJoh (CE (Vrest + IJoh /gL _VE )+C[ (Vrest + IJoh /gL _VI )) (49)
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I3 =~k (e 02V + L 81 Vi )+ €160 Vs + L 81 —V7) (50)
Jo == K (5 Vst + Lo 81 Vi )4 ¢, Vygs + L 1 21 V1) (51)
Iy =" b ep ab Wy + Lo 181 Vi) e, 0V + 1 /80 V1)) (52)
Js =~k i (1= 0" Vs + Lo 81 ~V) - (53)

BriBenennnie ¢Gopmynbl npeobpasoBanus mnapameTpoB (49-53) OynyTt namee
WCITIOJIb30BaHbI, KOTJIa BOBHUKHET HEOOXOAMMOCTh CPAaBHHUTH MoBeaecHUs Monenu 1 u

Mogenu 2 npu COOTBETCTBYIOIIMX APYT APYTYy 3HAUCHUSX MTapaMETPOB.

3.3 MeToa AMHAMHMYECKOI 0 KJIAMIIA U pa3padoTaHHbIe IPOTOKOJIbI

OnexkTpoPU3nOIOTUYECKUE  HKCIEPUMEHTHl  MPOBOJWIA B JabopaTtopuu
O0MOo(U3NKN CHUHANTHYECKUX mpoueccoB MHCTUTyTa 3BOMOLMOHHON (u3nonorun u
omoxumun uM. M.M. CedeHoBa Ha TEpPEKHUBAIOIMIMX CpPe3ax KOPbI MO3ra KpBIC.
OnexkTpoPU3NOTOTUYECKUN HKCIIEPUMEHT MPOBOIWICS Ha MNHPAMUIHBIX HEHpoHax
TPETHETO €104 NpedPOHTATBLHON KOPBI METOJOM MATY-KJIaMN B KOH(UTYpaluu «1ieas
KJIETKa» B pexuMe (UKCAlMM TOKA WIM MOTEHIMaNa, UM JUHAMUYECKOU (QUKcanuu
ToKa. JluHaMuyeckas ¢uKcanus TOKa OTIMYAETCA OT KIACCUYECKOW (pUKcaluMu TOKa
TEM, UTO TOK CTUMYJISILIUM PACCUUTHIBAETCS 110 3apPErUCTPUPOBAHHOMY Ha MPEIbITyIEM
BpemeHHoM miare (30 Mkc) mMeOpaHHOMY TMOTEHIHATy TPH 3aJaHHBIX 3HAYCHHUSIX

rapaMeTpoB CHHANTHUYECKOTO TOKA U MIPOBOJIMMOCTH 110 (hopMmyJie:

u(t) =s(OV () =V,) (54)
rae u(t) u s(t) - 3TO MOTEHIMAI-HE3aBUCUMBIE TTapaMETPhl BX0/1a, CHHAITHYECKHUM TOK
U IPOBOJUMOCTb, COOTBETCTBEHHO, V(f) - 3TO MeMOpaHHBIA HOTeHUWan u V, -

(¢ukcupoBaHHOE 3HaueHHUE MoTeHHHana. Jmsa ouudpoBku wucnonab3oBan KapTy NI
PCI-6221 (National Instruments, CIIIA), copt «Dynamic-Clamp» B cpene Delphi,
pazpabotanneii  A.B.  YmwxkxoBeiM (www.ioffe.ru/CompPhysLab/AntonV3.html).
[Togpo6HOE omucaHue >KCIEpUMEHTOB mNpuBeneHo B crathsx [Chizhov et al., 2014;
Smirnova et al., 2015].

B ananu3 Obl1M BKITFOYEHBI KJIETKH CO CTAOMJIBHBIMH BXOJIHON TTPOBOJIUMOCTBIO U
MOTEHIIMAJIOM TIOKOSl, a TakKe€ C HHU3KUM COIpPOTHUBIIEHHEM JOCTyma. Y Bcex

BKJIIOUEHHBIX B  aHaliM3  KJIETOK  HaOmonmaics  cpeiB  reHepamuu  [1]]
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(memonApu3allMOHHBIA OJIOK) MpPU TOKE MEHbIIEM MaKCHUMaJlbHO JOMYCTHMBIX Ha
ycuiurtene TOKOB. Takxke HEOOXOOUMBIM YCJIOBHEM BKIIOUEHHUS B aHAIU3 ObUIO
Hajnu4yue ycrornunBou renepanuu 11/1. DxkcnepruMeHT Ha KaXa0M HEMpOHE HAYMHAJICS C

OLICHKA NIaCCUBHBIX CBOMCTB, a HWMEHHO, IIOTCHIHAJIa TOKOS V, BXOJHOH

est

IPOBOJUMOCTU g;,, U BPEMEHHONM KOHCTaHTbl MeMOpaHbl 7 . OIpenensuiuch 3TH

CBOICTBA IO 3aBUCUMOCTSIM IMOTEHIIMalla OT BPEMEHU B OTBET Ha CTYINEHBKH TOKa
JIMTENbHOCTHI0 500 ms ¥ aMIUIMTY 10U, YBEIIMYMBAIOIIEH TUIIEPIIOISIpU3AIMIO Ha 6-8
mV.

JUJ1s KJIeTOK, BKJIFOUEHHBIX B CTATUCTUKY MO IEUCTBUIO BHEIIHUHN (akTopoB Ha I/O
XapaKkTepucTuky (23 HelipoHa), BpeMeHHasi KOHCTaHTa MeMOpaHbl Obiia 35.8+2.4 ms,
BXogHas mnpoBoaumocTs 4.7+0.4 nS wu npoBomumocts poctyma 41.5£3.4 nS.
DKcrnepuMeHTalbHbIe JAaHHbIE TNPUBEJEHBl KAaK CpelHee 3HaueHue + CTaHaapTHas
omnoOka cpennero. OTHOIIEHHE MPOBOJAUMOCTH JOCTYIA KO BXOAHON MPOBOJUMOCTH B
cpenHeM Obulo 9.5 M He MeHbUIE YeThIpeX, NEpP’KaloCh CTAOWIBHBIM B TEUEHUE
JKCIIEpUMEHTa (B CTAaTHMCTHKY BOLUIM HEWPOHBI, A KOTOPBIX 3TO OTHOILIEHHE
yMeHbIIanoch He Oonee, uem Ha 30 %). CompoTuBlieHHE [OCTyma OBbLIO
KOMIIEHCUPOBAHO NPOrpaMMHO B peajbHOM BpeMeHHu. [ 3Toro cmaj moTeHIuaa,
MPOMOPLUOHANBHBIA UHKEKTUPYEMOMY TOKY M COMPOTHUBJICHHUIO JOCTyIa BBIUUTAJICS
W3 M3MEpsAEMOro 3HaueHusi TmoTeHImana. OO0macTu CrnalkoBOW aKTUBHOCTH B
MPOCTPAHCTBE BXOJHBIX MapaMETPOB, U U S, ({2-AOMEHBI), MOTYUYEHHBIE ISl peaJIbHOTO
HeHpoHa ¢ KoMIleHcauued u 0e3, mpuBeieHbl B npuioxkeHuu 1. Kak BugHo,
COTIPOTHUBJICHHUE JJOCTYIA HAKJIOHSAET (2-TOMEH.

YToObl OLEHUTH V-U-S-QyHKIHIO B ()-TOMEHE, 3alUChIBAJIaCh CEpUsi OTBETOB Ha
MHXEKTUPYEMbIE TOKH, pACCUUTHIBAEMbIE ITPH Pa3IMUHbIX 3HAYCHHSIX TAPaMETPOB U U S.
Ctumyn nogaBascs B TedeHue 2 s ¢ yactoror 0.2 Hz. Illar mo u u s ObLT MOCTOSTHHBIM,
00bIYHO 3anaBanack cetka 27 (mo u) x 11 (mo s). yig Kaxa0oro crnaikoBOoro oTBeTa
HEHpOHa Ha CTYNEHbKY KOMAHAHOIO CHUTHaJIa MpU (PUKCUPOBAHHBIX 3HAUYECHUSAX U U S
yacToTa CHAaWKOB V pacCUMThIBajach KaK YHCIO CHaiKoB 3a mocieanue 2/3
MPOJOJIKUTENILHOCTH CTUMYJIA.

3HaueHus u U § Ha rpadukax MNPUBEIEHBI B OTHOCUTENbHBIX €IuHUIAX (10
OTHOUIIEHUIO K BXOJHOW MPOBOAMMOCTH) JUIsi BOBMOXHOCTHU CpPaBHEHMs (2-IOMEHOB

pa3IUYHBIX HEHPOHOB, paHEee TaKUE K€ €IUHUIIBI UCTIOIb30BaINCh B padote [Graham,
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Schramm, 2009]. CpaBHeHue C albTepHATUBHBIM MPEJCTAaBICHUEM IapaMeTpOB B
OTHOCUTEJIbHBIX €IUHUIAX 10 OTHOILIEHUIO K MeMOpaHHo# emkocTH (C) moka3aio, 4To
BapualeIbHOCTh IIMPUHBI U BBICOTHI {2-TOMEHa OT KJIETKH K KJIeTKe (23 HeipoHa) Oblia

CXO[4Hasd Ipu ABYX HPCEACTABJICHHUAX: B OTHOCHUTCIbHBIX CAMHULIAX g;, KOB(I)(I)I/IHI/IGHT

Bapuanmu K, (OTHOIIIEHHWE CTaHAAPTHOTO OTKJIOHEHHS K CPEIHEMY 3HAUCHHUIO) IO
mupuHe coctaBui 41%, B oTHOcuTeNnbHBIX equauiax C coctaBui 34 %. K., 1o BeIcOTE
coctaBui 62% u 59%, coorBeTcTBeHHO. [IpencraBieHre B OTHOCUTENbHBIX €IUHHIIAX

[0 OTHOIIEGHUIO K g, Oojee MpeanoyYTUTEIbHO, IIOCKOJIbKY H3MEpEHHE g, B

OKCIICPUMCEHTC SABJIACTCA Ooiree JOCTOBCPHBIM.

3.4 OnHOKOMIIAPTMEHTHAS MO/IeJIb HeHpoOHa THIIa X0 KKHHA-XaKCJIU, HA
KOTOPOi1 ObLJ1a MCCJIe0BAHA 00J1aCTh CIAKOBOH aKTHBHOCTH B IIPOCTPAHCTBE

mapaMeTpoB BXoJaa

3aBUCUMOCTh CHAaWKOBOM aKTHMBHOCTH OT MApaMETPOB BXOJla MCCIIEIOBAIACH HA
Mozenu Tumna XOJKKUHA-XaKCIH, B KOTOpPOW KHWHETHKA OBICTPBIX HATPUEBBIX U
KaJINEBBIX TOKOB 3aMMCTBOBaHa U3 pabotsl [Yu et al., 2008] 1 MeUICHHBIX KaTueBBIX
TOKOB afanTanuu u3 padotel [Borg-Graham, 1999]. Ilonmnas cucrtema ypaBHEHUU

MOJICJIH CIIeTYIOIIAs:

Ccil_lt/:im V,)—-s(V-V,)+u, (55)
0, V,)==g,(V-V,)— g, ¢Tm3h V' =Vya) — gxPrn 4(V_VK) (56)
_gMCDsz V=Vy),
dm 1 am
Tm_:moo_m’Tm: 9moo: ’
dt (am +ﬁm)q0T am +ﬁm
(57)
_ —0.182(V +43) 0124V +43) .
a, = o VT _ B T eI g
dh 1 1
o, —=h,-h,7,=————  h,=——————,
h dt © h (ah "‘ﬁh)CDT 1+e(V+72)/6.2
(58)
~ —0.024(V +50) _0.0091(V +75) .
ap = o V05 1 Bn = V15 7
T @—n —-n. T —; n —L 59
" dt ” o (Ofn"'ﬁn)CDT, - a, +p, ’ (>9)
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_S002(0/=25) _0002(/-25)
o, = o (V2919 _q By = V=299 _1 7
dx 1 ax
T, — =Xy, —X, T, =————+8ms, x, =————,
dt (a,+B)¢r a,+ By (60)

o, =0.003eV V0I5 g — 003 (V49009

B uncnenno#t peanuzanuu Moaenu ObUTH 3aJlaHbl CIEAYIONINE 3HAYCHUS TTapaMeTPOB:

V.,=-65mV , NOTeHUual pPEBEPCUH TOKOB YTEUKH V, =—-65mlV , MeMOpaHHbII
MOTEHIMANI B mOKoe V,, =—65mV , MemOpanHas eMkocTh C =1uF /cm®, TIOTEHIHAI
peBepcun HaTpHs Vye =60mV , MIOTEHIIAT peBepcun KaJus

Ve==90mV (V,, =—90mV ). IIpoBOIMMOCTh YTE€UKH C YYETOM 3aBUCHUMOCTH OT
TeMIeparypel g, =g, ¢, , 31€Chb g, - OTO NPOBOJUMOCTH YTE€UKH IPU KOMHATHOU
temiiepatype (23°C). [IpoBOAUMOCTh YT€UKU g, IPUHHUMAJA TaKUEe 3HAYCHMSI, YTOOBI
OCTaBaJIOCh TMOCTOSTHHBIM 3HAa4Y€HHE IIOJHONW BXOJHOM MPOBOJUMOCTH MEMOpaHbI

g, =0.05mS/cm®. MakcuManbHble TPOBOJMMOCTH HATPUEBBIX W KATHEBBIX KaHAIIOB
IpU KOMHATHOM TemIeparype ObUIM 3aJaHbl cilexyromue: g,, =13.7mS/ cm?®

gx =0.68mS/cm* , g, =0.014mS/cm® . JlelicTBUE TeMIepaTypbl YYUTHIBAIOCH C
MOMOIIBI0 TemrepaTypHoro (akropa u3 [Mainen, Sejnowski, 1996; Hodgkin, Huxley,

1952], ¢, =2.37*""°  Temneparypa Gbuia 3amana T =36°C .
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3.5 MoaeJsb HelipoHa, BOCIIPOM3BOAA A d(PPeKThI AejIeHUsd, ObICTPOH

uHnuuanuu I[I/] u BapuadeJbHOCTH MOPOroB

UtoOBbl MpoOBEepUTH NPEANOJoXKeHHe 00 ob0mieit mpupoae >ddexra aeneHus
IIYHTUPYIOIIETO TOPMOKEHHUs, ObIcTpoii nHumanuu [1/] n BapuabeapHOCTH TOPOTOB,
ObuTa pazpaboTaHa MOZENIb HEUPOHA C YYETOM 3aBUCHUMOCTHU nopora renepanuu I[1/1 ot
MHaKkTUBalMK HaTtpueBbix KaHanoB [Chizhov et al., 2014]. Kuneruka TOKOB, 3a
HCKIIFOYCHHEM HATpueBoro, Obuia 3amana u3 mojaenu [Chizhov, Graham, 2007]. Hns
ONMCAaHUS MOMYJIALNA HaTPUEBBIX KaHAJOB OblIa pazpaboTaHa MapKOBCKas MOJIENb C
Tpemsi cocTosHUAMH: OTKPBITHIM (O), 3akpbIThiM (C) u uHakTuBUpoBaHHbIM (I). Tlpu
TOM TOpOT Mepexojia M3 3aKPhITOIO COCTOSHUS B OTKPBITOE JUHEHHO 3aBUCHUT OT
MEUICHHOW TIepeMEHHOM /4, KOTopas B CBOI OdY€pelb 3aBHCUT OT JIOJH

WHaKTUBUPOBAHHBIX KaHAJIOB X; (puc. 3.6).

O h
Vis

Ce—+—1I

Puc. 3.6 MapkoBckasgs MOJENIb HAaTPUEBBIX KAaHAJIOB C TPEMs COCTOSIHUSIMU U
3aBUCHUMOCTBIO TIOpOra IepexoAa M3 3aKphITOrO0 COCTOSIHUSI B OTKPBITOE OT

HMHaKTHBallun

HatpueBslii TOK BKITIOUYAET MHOXHUTEIb X, XapaKTEPUIYIOMIUNA TOJIO OTKPBITHIX
KaHaJIOB:
I (1) = g g Xo (O () =Vy,) - (61)
ITepexonpl mexay cocrosausiMu O, | u C onuchIBatoTCs ypaBHEHHUSIMA MApPKOBCKOMN
mozaenu [Borg-Graham, 1999], 3anucanHbIMH I J0JIEM KaHAIOB, X, X Xc,
HaXOJAIIUXCS B COOTBETCTBYIOIINUX COCTOSHUSIX

dx

7;) = AcoXc — xo(AOC + AOI) 5 (62)
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dx
7; = Aorxo — X1 4sc, (63)

Xo+x;+x0=1, (64)

CKOPOCTH Tepexo/ia CIICAYIOIINE:

-1
y _poc
=T T1/€Xp| —+— ,
Aoc win +1/ kogz 65
-1
y _pco
=T T1/€Xp| —— ,
Aco =T +1/ kc(;/z 66
Aoy =3 ms -, (67)
-1 -1
. V-V
A - r;a{(r;ix—r;a) ;{k—ﬂ , (69)

MOPOT PACCUUTHIBACTCS IO (hOpMYyJIE:
VP = (=514 20h(t)) mV, (69)
nepeMeHHast /1 onpenenseTcs U3 ypaBHEHUs:

@: x,(1-h) B h
dt 10ms 50ms

(70)

O —113ms, kC=1mV , ¢ =1ms ,

min min

t0C =13ms , VO =-51mV , k°“==2mV , ¢

min

VS =-53mv , k=-1mV , <€ =100ms . DTu 3HaYeHHS [APAMETPOB

max

COOTBETCTBYIOT 3Hau€HUsIM U3 padboTsl [Borg-Graham, 1999].
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4. PE3YJIBTATBI

4.1 MopgeaupoBanue 00padoTKu HHGOpMAIUU 00 OPHMEHTAIMU M IBeTe B

II3K

B pamkax npuccepranoHHON paboThl Obuta pa3zpaboTaHa palouas TrUIOTE3a
(pazmen 2.1.3), mo3BOJISAOINIAS PA3PEUIUTh TPOTUBOPEUHS IKCIIEPUMEHTABHBIX TAHHBIX
Y omucaTh MaTEMaTUYECKH MPoIlecC 00pabOTKH MHPOPMALIMK O IIBETE M OPUCHTAIUH.
['mnore3a Opima peanu3zoBana B mareMatuueckoi mojenu I[I3K. Tlo anamorum c
KJIACCUYECKOW Tring-MOJENbI0, MPEAJIOKEHHONM paHee [Uisi OIMCaHus Ipolecca
00paboTku UHpOPMAIIMK 00 OPUEHTAIIUU U TPEICTABIIIONIEH cO00M CeTh HEMPOHOB B
OJIHOMEPHOM MPOCTPAHCTBE OPUEHTALUN CTUMYJIA, pacCMaTpUBajach CETb HEUPOHOB,
pacnpeeIeHHbIX B IBYMEPHOM IPOCTPAHCTBE MPEANOYUTAEMbIX PU3HAKOB, 1IBETA U
OpUEHTAlMU. bBbUIO YHCIEHHO I[OKa3aHO, YTO ONTUMAaJIbHOM TOMOJIOTHEH CEeTH
HelipoHoB onHoro [Ib B mpocTtpancTBe 1BeTa sABisieTcs: Koablo. [10cKoIbKy HEMpPOHBI
onHoro LB uMEOT CcX0Xyl0 MPEANOYUTAEMYIO OpPHEHTAIUIo, a 4uciao 01000B
CPaBHMUMO C YHCJIOM OPHEHTAIIMOHHBIX THUIEPKOJOHOK, TO B cymMMme Mmozenb [I3K
oOpa3ytoT GeckoHeuHoe yucio kojel CS HeHpoHOB, OTIMYAIOMIMXCA APYT OT Apyra
MPEANOYNTAEMON OPUEHTAlMEN T'paJueHTa CTUMYJa, U OJHO Koiblo Cl HEWpOHOB.
Takum o6paszom, B 1enom ceth HelipoHoB I13K nmeer TopounanbHyt0 TOMOJOTHIO B
MpOCTpaHCTBE 1[BeTa U opueHTanuu. Ha nepBom stane Obiia paspaborana Mogens 1
(pazmen 3.2.1), ocHOBaHHas Ha PEJIAKCAIMOHHBIX TMOMYJSIUOHHBIX YpPAaBHCHUSX,
KOTOpasi IOMYCKAET aHAIMTUYECKUI aHAIM3 TI0 aHAJIOTUH C ring-Moenbio. [lockoabky
B Mogenu 1 He yunuThIBaeTCsl KHHETHKA CUHAIICOB U HEPAaBHOBECHOCTH pacIipe/ieieHus
HEHPOHOB MO COCTOSHUSAM BHYTPH MOMYJSUUU, TO ObUIM PACCMOTPEHBI TOJBKO
CTallMOHapHble pemieHus. Ha BTopom sTame mojenb Oblia AeTalU3UpPOBAHA IMyTEM
ydeTa JEeUCTBHS UIYHTUPYIOLIETO TOPMOKEHUS, KHHETUKUW CHHANTUYECKUX TOKOB U
HEPABHOBECHOCTU paCHpeeieHUs] HEHMPOHOB MO COCTOSIHUSIM BHYTPU MOMYJISLUU
(Mopnens 2, paznmen 3.2.2). Jlna cpaBHeHus nosenenust Moxaenu 1 u Monenu 2 ux
napaMmeTpbl HeoOX0aUMO ObLIO coryiacoBaTh. J{ns yero ObUIM BBIBEAEHBI (HOPMYIIbI

npeoOpazoBaHus mapamMeTpoB cBsizeit Moaenu 2 B mapametpsl Mogenu 1 (paznen 3.2.3).
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Janee Oyner omMcaHO IOBEICHHE MOJENEH € COITIaCOBAaHHBIMU MapaMeTpaMH IpH

Pa3IMYHBIX THUIIAX HEPACIIPEACICHHOIO CTUMYJIA.
4.1.1 lloBegenune Moaesu 1 Npu HEOPUEHTHPOBAHHOM HEILBETHOM CTHMYJIe

Cerp CI HelipoHOB onuchIBaeTcsl Kiaccuueckod ring-monensio [Hansel,
Sompolinsky, 1998] (knaccuyeckas ring-mojenb onucana B pasaene 3.1.8, ypaBHeHUs
(27-28); mpumenutensHo k CI nHeiiponam Mogenu 1 — B paznene 3.2.1, ypaBHEHUS
(29-30)). A eagHCTBEHHOE OTJIMYHME B MOMYJISIIMOHHOM ypaBHeHUU Juisi CS HelpoHOB
(29, 31) or TakoBoro mnsi Cl 3akiro4aeTcs B HAJIWYUU JOMOJHUTEIHLHOTO BXOIHOTO
CUTHaJa, Mepeaarlero nHdopmanuo 00 opreHTauuu OoT HelpoHoB Tamamyca u CI
ueiiponoB [I13K. To ecthb BMecTo (DOHOBOM KOMIIOHEHTHI I, B YpaBHCHUH IS
nonynsiuun  CS  HeilpoHOB  umeercss 3(pQexTuBHAass (POHOBAasE  KOMIIOHEHTA
Iy =1Io+1) Cos(2(p—,))+J3v(p) , KOTOpasi He 3aBUCHT OT 0§ W, COOTBETCTBEHHO,

Ka4eCTBEHHO HE BJIMSET Ha peuieHue. [oCKoabKy THUN pemieHus He U3MEHSIETC MpU
HaJU4YUU JIOTIOJHUTEIbHOW (POHOBOM KOMIIOHEHTHI, TO MAaTEMAaTHYECKUU aHaJIHu3
Mogenu 1 MokeT ObITh BO MHOTOM 3aMMCTBOBAH y KJIACCUYECKOM ring-MOICIIH.

PaccMoTpuM cHawana TpUBHUAIBHBIA Cly4daid, KOTJa BXOJHOM CHUTHAI HE

COlepHUT MHPOPMALIMK 00 OPMEHTAIMH CTUMYJIA, TO €CTh 10 (p,t) = I +1(¢p,t). Ipn

OJTHOPOJIHOM BXOJHOM CHUTHaJI€ B KJIACCHMYECKOW ring-MOJAETU BO3MOXHBI TPU THUIA
pelIeHHs, B 3aBUCHUMOCTH OT 3HAYEHHH MapaMeTpoB pPEKYPPEHTHBIX CBS3EH.
CootBeTcTBEHHO, (ha3oBasi IUIOCKOCTh pasleieHa Ha Tpu obnactu. Ilockoibky
nonyisiuuu Cl HepoHOB B MOJENU paclpeiesieHbl 1Mo KOoJyblly (IpUyYeM ypaBHEHUE
nonyysauu  CI HEHpPOHOB HIEHTUYHO YPABHEHHUIO IMOMYJSIMUM B KIACCHYECKOMN
ring-MoJIeJN), TUIBI petieHus U ¢pazoBas miockocTh Cl Koyblia COBIAAAIOT ¢ TAKOBBIMU
B Kiaccuueckoil ring-monenu (puc. 4.1a). Ilpumep romorenHoro pemienust st CI
HEWpPOHOB TpHBEJACH Ha BepxHeMm rpaduke puc. 4.2a). B obmactu amMIumTyIHON
HECTAaOMJILHOCTH OTCYTCTBYET CTallMOHapHoe pemienue. Kak cieicrBue, Moneinb He
NpUMEHNMa TPU COOTBETCTBYIOLIMX 3HAYEHHMSIX MMapaMeTpoB. B MapkuHanbHOU
o0nacTy TMPOSBISIOTCA aTTPAKTOPHbIE CBOMCTBA CHUCTEMBI, CIIOCOOCTBYIOILIUE

HacTpoiKe Ha opueHTanuo. [I[puMep Map)KMHAJIBHOTO PEICHHUS], TO €CTh BEIOOPA CEThIO
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CI HelipoHOB Cily4yallHOM OpPHEHTAlUU NP OAHOPOAHOM CTHMYJIE, IPUBEJICH HA PHUC.

4.2b (BepxHuil rpaduk).

a b

2 T T T T T
Amplitude
Instability

1 o

- Homo-
geneous
0- J
Marginal
14 |

Puc. 4.1 a ®azoBas numarpamma Ha IIockoctd (J,J;) CTaOMJIBHOCTH Pa3INYHBIX
COCTOSIHUM Tring-MOJENN IpH OJHOPOJHOM CTuUMyje. 31ech J, KIacCHYeCKOU
ring-MOJICIM COOTBETCTBYET Jg g Cl xonbia u J(l) st CS xoneny Mmoaenu topa, J,
COOTBETCTBYET Jg g Cl xkonbla u J; s CS xonerr; b 3aBUCHMOCTE MaKCHMAaIbHOM
aktuBHOocTH CI HelipoHOB npu cnabo HacTpoeHHOM cTuMyde (/Y =0.1) oT mapamerpa
JY , XapaKTepusyloIEro HACTPOHWKY PEKyppEHTHBIX B3ammojekcTeuil mexay CI

Heliponamu, J) =-2, I§ =1, ¢ =0.03

[To ananorum ¢ kosboM CI HEHPOHOB MOKHO PaCCMOTPETH MOBEACHUE KAXKIOTO

CS konblia TIpu cepoM CTUMYJIE, TO €CTh 0e3 Kako-mnbo mHpopManuu 00 OTTEHKE

usera, I}, (9,0,t) =Jv’ (p,t) + 1) +1(9,0,t). ]l mapaMeTpoB PEKYPPEHTHBIX CBS3EH
U3 MapXUHaJIbHON 00nacTu B KaxaoM CS koisblie B OTBET Ha HEIBETHOU (cephlii)
CTUMYJI CIIOHTAHHO TIOSIBIIIETCS HEOJHOPOIHOCTH (puc. 4.2a, HWKHUN Tpaduk).
Mogenb B 11eIOM HE BBIOMpAET I[BET, MOCKOIbKY B KaxkaoM CS Komblie BO3HUKAET
COOCTBEHHAass HEOJHOPOJIHOCTb, YTO CJIEAyeT TPAKTOBaThb KakK CIIy4alHbI BHIOOD
KaXJIbIM 0;1000M cBoero 1BeTa. [Ipu 5ToM MakcuMalbHasi akTUBHOCTH BO Beex 0o0ax
onuHakoBa (puc. 4.2a). OnHakKO NpU YCWICHHH OPHEHTALMOHHOTO TaJaMUYECKOTrO
Bxofa w/mnu Bxoma oT CI HeilpoHOB akTuBHOCTH CS KoJel, MPEIMOYUTAIONTUX

COOTBETCTBYIOIIYIO OPUEHTAIINIO, CTAHOBUTCS MHOTO OO0JIbIIEe aKTUBHOCTH Tpouux CS
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KOJIELl M1 MOJIENb B LIEJIOM NPOSBIISIET UIUTIO3HMIO BIOOpAa HEKOTOPOro 1iBeTa. Tak Ha puc.
4.2b moka3zaH mpuMep, Korja ceTh BbIOpajia OJUH M3 KpPAaCHBIX OTTEHKOB, TaK Kak
MaKCUMalibHasi aKTHMBHOCTb B 0J00ax okKa3zajach y MONYJSALUNA, MPEIOYUTAIOIINX
0 ~ 27 . ®azoBasg IJIOCKOCTh KaXI0ro u3 koiyiel Monenu | waeHTHYHA IUIOCKOCTH,
n3obpaxkeHHoil Ha puc. 4.la. ITockonbKy AONOJHUTENbHBIA (OHOBBIM CHTHANI HE

W3MEHSET TUII PEIICHUS, TO TPAHUIIbI 00JacTel Ha TUIOCKOCTH He cMetmaroTes u st CS

KOJIEI.

a b
3,_ 5k
f s
2t i
x| =Rl
> | >0
1p B
It
0

6 HEE
5 HHRE 60
FHEERERT 48
4 i i 36
X i !
£ : 24
3 : !
< : i
2 I e 0
1 i
0 EEEEE RS
0 1 2 3 % 1 2 3
¢, rad o, rad

Puc. 4.2 OtBeThl MOJEIM Ha HEOPUEHTHPOBAHHBIA HELBETHOW cTUMYyJ. Ha HMXKHUX

rpadukax TpPHUBEACHO pacIpeaesieHUEe CIalKOBOW aKTUBHOCTH, XapaKTepusyeMoil
HOMYJISALUOHHOM yacToToll v', cpeu CS HelpOHOB Ha MIOCKOCTH (@, 6) , OPHEHTALMH
M 1[BE€Ta, COOTBETCTBEHHO. Ha BepxHuX rpadukax MNpUBEIEHO paclpeaeieHue

CHalikoBO#l aKTUBHOCTH, XapakTepH3yeMol MomynsuuoHHoi yactoroii v, cpeau CI

HEHPOHOB B IIPOCTPAHCTBE OPUEHTALMH ¢ . OTBETHI MOJIENIH ITOIYYECHBI IIPU 3HAYCHUAX
apaMeTpoB peKyppeHTHBIX cBszeil Cl HepOHOB U3 06IACTH: a TOMOTeHHOH, JY =2; b
MapKUHAIBHOM, J5 = 3. [Ipoune mapameTpsl ObUIM OJMHAKOBHI B @ U b M TIPUHMMAIIH
. 0 _ g1 _ 1 _ _ 0_ 71 _ 1 0 1
caenyrome 3Hadenus: J,=J,=0, J,=3,J,=2, [)=1,=1 wn I, =1,=1,=0

(mapameTpsl cBsizelt CS HEHPOHOB COOTBETCTBYIOT MapKUHAJIBHON 0071aCTH)
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Kak nokazano Ha puc. 4.1b, yBenuueHre aMIUIUTYAbl MOYJISLIMA PEKYPPEHTHBIX

B3aumoneiicteuii B CI komble, JJ , NPUBOAMT K HEIMHEHHOMY YBEIMYECHHUIO
o . 0

MakcuManbHOM akTuBHOCTH Cl HelponoB. IIpu 3TOoM, mpu 3HaueHusx J, > 6.8

MMPOABIISACTCA aAMINIATYdHAA HGCT&GHJ’IBHOCTB, TO €CThb HGOFpaHI/I‘ICHHI)If/'I pocCT

AKTHUBHOCTU.

4.1.2 OrBer Mopaein 1 Ha OpUEHTHPOBAHHBIH M HEOPHEHTHPOBAHHBIN IIBETHbIE

CTUMYJIBI

Urto6s! onpeaenutsb 3Qdext opueHTauu Ha orBeT CS HEHPOHOB, CPaBHUBAIOCH

IIOBEICHUE MOJEIU I13K pu LIBETHOM HEOPUEHTUPOBAHHOM,
1) (0,0,6) =T v (@, 0)+ Iy +I5Cos (0 —6,)+n(¢,0,t) , ¥  OPUEHTHPOBAHHOM,
Ly(@.0.0) =J5v" (@.0) + Iy + 1 Cos(2(p = 9y)) + 1rCos (0~ 0p) +1 (9. 0.) ,  cramynax.

CranuoHapHoe pacnpenenenre akTUBHOCTH 1o mnomnyysimuam CS u Cl HelipoHOB
MPUBEACHO JUIsl CiIy4asl [[BETHOTO OPUEHTHUPOBAHHOI'O CTUMYyJsia Ha puc. 4.3a u ans
LBETHOT'O HEOpPHEHTHpOBaHHOrOo — Ha puc. 4.3b. MuTtepecHbM 3ddexTom sBIsEeTCS
yCUJIEHHE MaKCUMaJIbHOU 4acToThl CS HEHPOHOB MpHU 100aBJICHUH BXOJHOTO CUTHAJA
o0 opueHTauuu. Moaenb BOCHPOU3BENAa 3TOT 3apErMCTPUPOBAHHBIA  paHee
skcriepuMeHTanbHO [Friedman et al., 2003] s¢gdexkr mo ymonyaHuio, TO €CTb NpHU

MMPON3BOJIBHBIX 3HAYCHUAX ITapaMECTPOB.
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a b
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Puc. 4.3 OTBeTsl MOJIENH Ha UBETHOM cTUMYI (¢, =0.9 rad ): a HEOPUEHTUPOBAHHBIH,
I1,=0; b opuentupoBanHsblif, /,=3. [Ipoune mapameTpsl B @ U b ObLIM OJUHAKOBBI U
NIPUHMMAIIH CIEYIOmKe 3Hadenus: J) =0, J, =0, J3 =2, J, =3, J,=2, I)=1,=1,
1,=0.1u 0,=18 rad . Ha nmxHux rpadukax OpHBEIEHO paclpeieieHue ClaikoBoil
AKTUBHOCTH, XapaKTEePH3yeMOli MOMyJIAIMOHHON 9acToToii v, cpeau CS HeiipoHOB Ha
IJIOCKOCTU (¢,0) , OpUEHTAIlMM U I[BeTa, COOTBeTCTBeHHO. Ha BepxHux rpadukax
IIPUBEIECHO paclpenesieHue CHAaKOBOM AKTUBHOCTH, XapakTepu3yeMon

nonynsuonHoi yactoroil v, cpemu CI HelipOHOB B IIPOCTPAHCTBE OPUEHTALMH ()

4.1.3 IloBenenue Moaemau 1 B ciayuyae, koraa Ha Bxoa B LIb npuxoaur

uHopMAaLUA 0 ABYX I[BETAX

Cornacno pa6ote [Xiao et al., 2007], y4acTKu KOpbI, aKTUBUPYEMbIE PA3TUYHBIMU
LBETaMM, YacTU4YHO InepekpbiBatorcss BHyTpu Llb. IloaToMy octaercs OTKpBITHIM
BOIIPOC O TOM, criocoOeH Jiu oauH LB pa3nuuuth n1Ba 0AHOBpEMEHHO MPEIbABISAEMbIX
1BeTa. bpIJIO paccMOTpeHO MoBEeAEHUE MOJENH, KOraa Npo(uis BXOAHOTO CUTHaIa B

IIb B mpocTpaHCTBE 1IBETa UMEET JIBa MUKA (COACPKUT UHPOPMAIIUIO O ABYX OTTCHKAX
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11BETa), IMPOKO HACTpOeH, 3a1aH Gpynkuueii 13 ([Cos(@—0,)], +[Cos(6-6,)],). B stom
cilydae, KaKk MOKa3aJl0 YMCIEHHOE MOJIEIMPOBAaHUE, IPH (PUKCHPOBAHHOM 3HAYCHUH /)
TIOBEJIEHME MOJIENHM Ka4eCTBEHHO 3aBHCHMT OT J,, J) U Pa3HOCTH KOOPMHAT IIBETOB
ctumyia 6, u 6,. B romorennoi o6nactu npouiib aKTUBHOCTH Kau€CTBEHHO MOJ00EH
BXOJYy, TO €CTh, B IIPOCTPAHCTBE IIBETa MMEETCSI J]Ba MHUKA, COOTBETCTBYIOIINX I[BETaM

ctumyia. B mapxxunaneHol o0nactu B mpoduie akTUBHOCTU €CTh TOJIBKO OJMH IHK

60 Mexay KoopauHaTamu 6, u 6, (puc. 4.4a), nub0 B OJJHOW U3 HUX, K IPUMEPY, Ha
puc. 4.4b B xoopaunare 6,. Takum oOpazom, MpH MapameTpax U3 Map:KUHAIbHOU

obnactu cetb CS HeiiponoB omHoro L|b He cmocobHa pasmuuuTh aBa 1Bera. Jlis
WHTEPIIPETAIMU PACCMOTPEHHOTO 3P QeKTa OTBETUM Ha BOMPOC, B KAKUX YCIOBHUSIX B
[Ib MoxeT MOCTyNHUTh BXOJHOM CUTHAJ ¢ HHGOpPMAIIMEH O IBYX OTTEHKaX IBETa, €CIIN
CTUMYJl HepacrpeaeneHHbld. BeposTHo, 3TO peanusyercs, Korjna HaOoaTeNlb
OXKU/IaeT YBUICTh OJWH IBET (CHTHAJ, TIOCTYMAONUN U3 aCCONMATUBHBIX 30H KOPHI),
HO MOJIy4aeT CTUMYJ JApyroro isera. /lamee paccMoTpuM Npoduiib akKTUBHOCTU B
MPOCTPAHCTBE IBETA B OTBET HA y3KO HACTPOCHHBIA BXOJ ¢ WHGOpMAIHMEHd O JBYX
1[BETax, YTOObl MPOBEPUTH, CIIOCOOHA JIM y3Kas HAacTpoika Bxoaa npuaatrh cetu CS

HelipoHOB oaHOTO [Ib crmocoOHOCTh pa3nuyuTh JBa OTTEHKA IBETA.

0, rad

Puc. 4.4 [Ipodgunb pacnpenenenns akTUBHOCTH (CIUIOIIHAS JIMHUSA) B MPOCTPAHCTBE
usera CS wnelipoHoB onHoro IIb npu BxogHOM curHane (IMyHKTHpHas JIMHHUSA),
cojepkauieM UWHGOpMalMIO O JBYX OTTeHKax 1Bera. Ocb OpAMHAT cIpaBa
COOTBETCTBYET BXOJHOMY CHUTHaly, CJI€BAa — MOMYJISIIUOHHOW CHAWKOBOW YacTOTE.

Koopannatsel MakcuMyMOB TIpO(HIIsSt BXOJTHOTO CUTHAIa OBLIN 3a/IaHbl CICTYIOIUMU: a



68
0,=0rad n 6,=23rad ; b 6,=0rad n 0, =3.0rad . [Ipoune napameTpsl B a u b

OBLITHM OIMHAKOBBI U IPHHUMAIIH CIIEIYIOIIME 3Hadenus: Jy=—-2, J3 =3, J, =3, J, =1,
Ig=1Iy=1, I/=1) =0 n 1,=0.5 . CrulomHoil JMHHEH TMOKA3aHO PACHpEEIEHNE

CHaiikoBOil aKTMBHOCTH, XapaKTepHU3yeMoil IOMyIAMOHHON YacToToi v', cpemu CS

HEWPOHOB OJTHOTO Hanbojiee aKTUBUPOBAHHOTO 0JI00a B MPOCTPAHCTBE I[BETA O

VY3Kk0 HacTpoeHHbIH Tpodguib (C IABYMsl MHKaMHu) BXoAHoro curHaia B L[b B

IIPOCTPAHCTBE L[BETA ObL1 3a/1aH byHKUMEH
I 60—, 027 -0, 60— 0, 027 -0,
~L+ 2 exp| - |+exp| - |+exp| - |+exp| - ||. U
27| P P 0.2 P70z P 0.2

KaK I0Ka3aJ0 YMCJICHHOE MOJEIUPOBAHME, B 3TOM Cllydae HaOJI0JaeTcsl pelieHue
aHAJIOTMYHOE PELICHUIO MPU IHUPOKOH HACTpOIKe BXoja (pacmpeiesieHe akTUBHOCTH
KauyeCTBEHHO HE OTJIMYAETCS OT MPUBEIECHHOTO Ha puc. 4.4, TOJIBKO MUpPHUHA TPOdUIs
aKTUBHOCTH B TIPOCTPAHCTBE I[BETa HEMHOro yxe). Takum o0pa3om, mpu Y3KOM
HACTpOMKE BX0/1a MOJIEJIb TAKKE pa3inNyaeT ABa OTTEHKA LIBETA TOJBKO IIPU HEKOTOPHIX
3HAYEHUSAX MapaMmMeTpoB (M3 TOMOTE€HHOH obnactu). Bo3moxHO, paznuyeHue AByX
[[BETOB TpU JIOOBIX 3HAUEHUSX IapaMEeTPOB MOXKET ObITh pPEaTu30BaH 3a CUET
MPOCTPAHCTBEHHOM  paclpeieieHHOCTH  LBeToBoro  0Onoba. IlpoBeputp 31O
MIPEIOJIOKEHHE Ha MOJIETU MIOKA HEBO3MOYKHO M3-32 OTCYTCTBUS SKCIIEPUMEHTAIbHBIX
naHHbIX O cBsA3sax CS HeiipoHoB oaHoro LB, koTopsie HEOOXOAMMBI ISl pa3pabOTKU
pacnpeneieHHON MOAEIH.

B ring-monenu OI ¢ y3ko HacTpoeHHBbIM TopMoxkeHHeM [Carandini and Ringach,
1997] npu cTuMysie ¢ IByMsI OPUEHTAIMSIMU BOSHUKAET OTTAIIKUBAHUE (MILTIO3US, TIPH
KOTOpPOH Kaxkyllleecs pas3jinyue YIJoB OPUEHTAlUMN OKa3bIBaeTCs OOJIbIIE Pa3IUyus
YIJIOB OpUEHTAUI CTUMYJIa) UM IPUTIATUBAaHUE. ABTOPBI CTATbH MPEANIONIOKIIN, YTO
WIIO3USI BhI3BaHA BHYTPUKOPKOBOM 0OpaTHOW CBA3BIO MOCPEACTBOM TOPMOXKEHHUS C
BecoBoil (QyHkiued Tuna ueHtp-nepudepus. B Moxgenu 1, ¢ rnoGanbHBIM
TOPMOXKEHHEM, TaKKe HaOmrofaercss mputaruBanue (puc. 4.4a), HO B OTJIMYUE OT
Ha0JIt0/1aeMOT0 OTTAJIKMBAHUS B TINE-MOJIENH C Y3KOHACTPOCHHBIM TOPMOKEHHUEM, B

Mopenu 1 HaGmrogaeTCs TOIBKO BHIOOP OJHOTO U3 I[BETOB.
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4.1.4 CpaBHeHNEe «AHAJIOTOBOI0» M «IUCKPeTHOr0» Bx0oaA0B B L{b

B Mogenu 1 Bxonnou curHan B LIb paccmarpuBaercs anamoroBbiM. Kak yxe
ObUIO OTMEYeHO B pazfene 2.1, B JIuUTepaType OTCYTCTBYIOT SKCIIEpUMEHTAIbHbIE
JaHHbIE, U3 KOTOPBIX MOKHO ObLIO OBl ClIeaTh BBIBO/I, SIBJSIETCS JIM BXOJIHOM CUTHAJ B
1B ananorossm nian auckpeTHbIM (coctodamuM u3 RG u BY curnanos). B monenu ectsb
BO3MOXHOCTb 33J]aTh BX0J 000MMU crioco0aMH, MO3TOMY TeNepb CPaBHUM OTBETHI Ha
JTUCKPETHBIN U aHajoroBbIi Bxoabl. [lycTh 1BeT cTumyna guosieToBsiil. B ananorosom

npezacrasiaeHuu Bxoa B L{b xapakrepusyercs oqHUM napameTpoM, 6, = /4, Toraa Kak

B MCKPETHOM MpEACTABICHUU (PUOJIETOBBINA €CTh CyMMa NoJiokuTeabHoro RG curnana

(6, =0rad ) c uarencuBHocThIO 153/255 n BY curnana (6, = 7/2) ¢ UHTEHCUBHOCTHIO

205/255. AHanoroBsIn BXOJ ObLI 3a/1aH byHKIMEeH
R 0-m/4 0-97/4 y .
—L+Lexp| ————— |[+exp| —————— , @ JUCKpeTHhI® -  (QyHKuMeH
0.2 0.2
1,[ 153 ( 6 ) 60-27)] 205 0-7/2 0-57/2
-1, +—=| —|exp| — —— |+exp| — + exp| ———— |texp| - ————
2| 255 0.2 0.2 255 0.2 0.2

Ha puc. 4.5a npeacTtaBiieHO MOTy4YEHHOE YHMCIEHHO pacnpeneneHne aktuBHoctu CS
MOMYJISILMI Ha TIOCKOCTH (¢,0) B CIydae aHaJOrOBOrO BXOJHOTO CHTHaia. B sTtom
ciiy4yae HaOJI0IaeTCsl OJJUH MUK aKTUBHOCTH B MIPOCTPAHCTBE IBETA, C MAKCUMYMOM B

Touke O =60, =n/4 . B OoTBeT Ha IUCKPETHBIA BXOIHOW CHUIHAl YCTAHABIMBACTCS

pacnpenenieHue aKTUBHOCTH ¢ AByMsl nukamu (puc. 4.5b). Ilpoduns aktuBHOCTH C
IBYMsI MHUKaMU MPOTUBOPEUYUT SKCIEepUMEHTaIbHbIM HaHHbIM [Hass, Horwitz, 2013;
Xiao et al., 2007], cBUACTENHCTBYIONIUM O TOM, YTO Ka)XIblii OTTEHOK MMEET OJHO
MHAUBUAYalbHOE TonoxkeHue B L[b. Taxxke cieayer OTMETHUTh, YTO M3-3a Pa3HOCTHU
WHTCHCUBHOCTEH u3MeHsieTcss Tumn pemeHus (puc. 4.5b u puc. 4.4a). Jlyumee
COTJIacOBaHME MPOQUIIL aKTUBHOCTH, HAOII0JAEMOT0 NMPU YHCIEHHOM MOJECIUPOBAHUHI
B CJIyyae aHaJIOrOBOI'O BXOJa, C SKCIEPUMEHTAJIbHBIMHU JTAaHHBIMH CBUAETEILCTBYET B

MOJIB3Y NPEANOJIOKEHUS O TOM, 4TO BX0 B LIb siBiIsieTCS aHAIOTOBBIM.



a b
4pwbcgily on2s
| ;2
3r i ]
? 115
v [ 1
Kol 1~
=0 14
1 ]
10.5
0 LY N ;0 ol
0 1 2 3 4 5 0 1 2 3 4 5 60
0, rad 0, rad

Puc. 4.5 [Ipodgunb pacnpenenenus akTUBHOCTH (CIUIOLIHAs JIMHUSA) B MPOCTPAHCTBE
1BeTa HEWpPOHOB oAHOro I[b B OTBET Ha y3KOHACTPOEHHBINM JBYLIBETHBIM CTHUMYJ

(MyHKTUpHAas JIMHUSA): 4 IPU aHAJIOTOBOM BXOJAeE, 6, = 7 /4 ; b ipu AUCKPETHOM BXOAE C
MHTEeHCUBHOCTBIO 153/255 nnst RG (0, =0 rad ) u 205/255 nnsa BY (6, =7 /2). [Ipoune
napamMeTpel B @ M b ObUIM OJMHAKOBHl M NPUHUMAIU CJEAYIONINE 3HAYCHMUS:
Jy=Jy==2, Jy=Jy=3, Jy=1, Iy=1,=1, I/=1)=0 n I,=0.5. Ocb opauHar
CllpaBa COOTBETCTBYET BXOJHOMY CHUTHaly, CJ€Ba — IMOIMYJALMOHHON CHalKOBOMN

qacToTeC

4.1.5 IloBegenue Moae/ I B CJIy4ae HeMePHUOAMYECKUX IPAHUYHBIX YCJI0BUI

[lepnoanueckue rpaHUYHBIE YCIOBHS MOXKHO 3a4aTh JUIsI MOJEIN CETH C
YIJIOBBIMU NIEPEMEHHBIMU, TAKUMHU KakK, K IIPUMEpy, OpHeHTanus ctumyina. Kak yxe
ObUIO OTMEuUeHO B pazzeie 3.2.1, OTTEHOK I[BeTa TaKkKe MOXKET ObITh MEepUOINYECKOM
IIEPEMEHHOM, K IpUMEpPY, coriacHo nBeToBoMy npoctpaHctBy DKL. Teneps
paccMoTpuM Oojiee oOUIMiA Cilydail ¢ Hemepuoau4eckoi nepeMeHHou. Ilycts orTeHok
LIBETa pacCIpeleseH MO0 BCEMY JWAlla30HY BHUIMMBIX JUIMH BOJH WM KOJIUPYETCS
nepeMeHHol 0 u3 oTpeska [0, 27]. IIpodunu Bxoa U peKyppeHTHBIX B3aUMOAeHCTBHIA
CS HeilpoHOB 3aJaHbl SKCIOHEHUUATbHBIMU (GYHKIUSAMU. Torma ypaBHEHHE s
AKTUBHOCTH NOMYJISILIMM C MPEANOYNTAEMBIM OTTEHKOM O 3alMCBIBACTCS CIEAYIOIINM

o0OpazoM:



27| ‘9_9"
ov 1 - do'
=y = || =T, +J A lv(e,0)y—+1(0)]| ,
v | A KOO D ()
+
_16-6)|
1(0)=C|1-2e+2ce © |. (72)

3nech mapamerp J, €CTh aMIUIUTyAa IPOCTPAHCTBEHHOW MOIYJSLUU KOPKOBBIX
BO30YX/IaI0OLIUX B3aUMOJCUCTBUN, A - UX IPOCTPAHCTBEHHAS XapaKTepUCTHKa; J, >0

IPEICTABIIAET INIO0ANbHOE TOPMOXKEHME; @ - INUpHUHA BXoja; C - MaKCHUMAaJbHOE
3HaY€HUE BXOJa U & - 3TO aMIUIUTYZAa MPOCTPAHCTBEHHOW MOAYJSLUU BXona. Takue
0003HAYECHMsI MTapaMeTPOB MOJEIU COOTBETCTBYIOT 00o03HaueHusiM B Mmojenu OI ¢
HEMEepUOJUYECKUMHU TpaHnyHbiMH  ycioBusiMu [Hansel, Sompolinsky, 1998].
[lapameTpbl MonenM C HENEPUOAMYECKHMMH TPAHUYHBIMU YCIOBUSMH BBIPaXarOTCs

yepes napaMeTpsl Mojaenu 1 ciexyronm oopa3zom:

J,=Jy—J,, (73)

Jp=2J512, (74)

C(1-28) =1, +J3v"(p)— 15 +1{Cos(2(p - 9y)) , (75)
2Ce =21,. (76)

B pa6ore [Hansel, Sompolinsky, 1998] npuBeaen noapoOHblii MaTeMaTHYECKUA
aHaM3 Ting-MOJIENN C HENePUONUYECKUMU TPAHWYHBIMU YCIOBUSIMHU. Pe3ymbrarsl
ATOrO aHalIM3a CIpaBeUIUBBI U A Mojenu (71-76) npu pUKCUPOBAHHOM @, TO €CTb,

g ogHoro 1b.
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Bxon PexyppeHnTHBIE [Ipodunes akTUBHOCTH
B3aNMOJIEUCTBUSI
['omorenHsIit
1.1 e=0 Jp<0.5 lupoknidi LEHTPUPOBAHHBIA  HA
O=r
1.2. Jy>05 A>2, | ono6ust npopumo 1.1 (puc. 4.6
1 st A=2)
1.2. A <A, | Y3kuit (puc. 4.6 1111 =0.2)
2
HacTtpoennsriit
2.1.1 £<0.5 | J;>05, A<A, [Onpenensercs peKyppeHTHBIMU
B3aNMOJIEUCTBUIMU
wlA<<1
2.1.2 e>0.5 Onpenensercss BXOJA0M
2.1.3 e~0.5 Bo3moxns 2.1.1 n 2.1.2
2.2 w/A>>1 Omnpenensercss peKyppeHTHBIMA
B3aNMOJIEUCTBUIMU

Ta6aunma 1. Tunel npoduias aKTUBHOCTH NMPHU PA3IUYHBIX 3HAUEHUSAX I[1apaMeTpOB
PEKYppPEHTHBIX B3aUMOJEHCTBUI M BXxoAa. Bce mnpuBeneHHble B TaONMLE THUIIBI

pemienuii onucansl B padote [Hansel, Sompolinsky, 1998]

B tabnune 1 npuBenens! TUbl Npoduiis akTHBHOCTH MPU Pa3TUYHON HACTPOUKe
BXO/la M PEKyppeHTHbIX B3aumozeicTBuil. [lupuHa npodunas akTUBHOCTH MNpHU
HEHACTPOEHHOM CTHUMYJIE MOXET OBITh pa3IWyHOW, HO B JIOOOM clly4ae UK

aKTUBHOCTU MMeeT KoopauHaty 0 = rr . J{ns cnaboit (J, <0.5) niau mupokoit (A > 4,)

MOJYJISIIUM PEKYPPEHTHBIX B3aUMOJIEHCTBUN MPOQUIIb aKTUBHOCTU B MPOCTPAHCTBE
[[BETa LIMUPOKHI, mpuMep NpuBeAeH Ha puc. 4.6 (myHKTUpHas JuHud). g cuibHON

y3koil (J; >0.5, A <A,) MOYyJSILMM B3aUMOJAEUCTBUIN NMPO(UIL aKTUBHOCTH Y3KHUH,

MOAOOHBIN MapKHMHAIBHBIM PEIISHUSAM ring-MoJeiu, IpUMep MpUBeAeH Ha puc. 4.6
(crutomiHas AuHMS). ['OMOTeHHBIE pEelleHusl, KOTOPbIE XapaKTepHbI IS ring-MOJIEH,
OTCYTCTBYIOT. ITak, MOAENb-OTPE30K UMEET HENEePUOJINYECKUE IPAHUYHBIE YCIIOBUS,
KOTOpbIE BHOCAT HEOJHOPOIHOCTh B paclpeesieHne aKTUBHOCTH MO MOMyJISIUsSM B

MpocTpaHCTBE  IBeTa.  Hambomee  BaKHBIM  CJIEICTBHEM B KOHTEKCTE
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(GYHKIIMOHUPOBAHUS LIBETOBOTO 051002 SIBJISIETCS TO, YTO B OTBET HA CEPBIA CTUMYII HET
TOMOT€HHOTO «ceporo» pemeHus. Kak mnokazano Ha puc. 4.6, moaenb ¢
HENEepUOJUYECKUMHU TPAHUYHBIMH YCIOBUSMM BCEr/la MMEET MpeANouTeHUEe IIBeTa
0 =n (B8 DKL 1BeTOoBOM NIpPOCTpPAHCTBE 3Ta KOOPIMHATA COOTBETCTBYET 3€JIEHOMY
uBety). Ho Takoit mwimto3un He HaOM0gaeTCs B dKCepuMeHTe. To ecTh, HaOmogaeMblil

3¢ dexT ABIIETCA HETOCTATKOM MOJIEIH-OTPE3Ka.

3t I A
i 0.2
] m——— 2
N 2
T
>
T === .
o2 3 4 5 6
0, rad

Puc. 4.6 IIpoduib akTUBHOCTH B MPOCTPAHCTBE I[BETA B OTBET HA OJTHOPOAHBIN CTUMYJI
(&=0) B ciy4yae CHUJIBHOM Yy3KOW HACTPOWKH PEKYpPpPEHTHBIX B3aUMOICHCTBUI

(crutomiHas nuHUA), Jp =12, 2 =02, U B ciay4yae CWIbHOW MIMPOKOW HACTPOUKHU

(myHkTHpHas AUHUA), J, =1, 1 =2

B oTBeT Ha HACTpOEHHBIH CTHUMYJ C MapaMeTpaMH U3 Map>KUHAIbHOW 001acTH

(Jz>0.5, A< A.) npodpuiib akTUBHOCTH ONPENEISIETCS TPAHUYHBIMU YCIOBUAMH (IIpH

y3KOM ciaboM, w/A <<1, £ <0.5, WIK MHAPOKOM, @w/A >>1, BXOJHOM CUTHAJE) WU
BXOJIOM (IIpH Y3KOM CHJIBHOM, @w/A <<1, ¢ >0.5, BXxoaHoMm curHaie). Ha puc. 4.7
MpeACTaBACHbl TMPOPUIN aKTUBHOCTU B TMPOCTPAHCTBE IIBETA MPU PATHUHBIX
HaCTpOIKax BXOJHOTO cCUTHaJIa. [IMk akTUBHOCTHU OJIMIKE K KOOpJAMHATE CTUMYIa, 6 =0,
npu Oosiee HacTpoeHHOM cTumylse (& =0.5). I'pannunsiii 3¢pdexT cuapHee B cirydyae
c1ab0 HaCTPOEHHOTO BXxo/a (& = 0.09 ), B 3TOM cilyyae MUK aKTUBHOCTH OJMKe K 0 = 17 .
B konTekcre o0OpaGoTku uHGOpMalUMKW O LBETE A3TO O3HAYaeT, YTO H3MEHEHUE
HACBIILIEHHOCTH LIBETa CTUMYJIa IPUBEAET K U3MEHEHUIO KaXKYIIErocsl OTTEHKa I[BETA.

Takoil >@dexkT NpoTUBOPEUYUT SKCIEPUMEHTAIbHBIM CBHUAETEIbCTBAM 3 dexTa
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IOBETOIIOCTOAHCTBA. Takum 06p330M, 9TO SABJCTCA BTOPBIM HEAOCTATKOM MOJACIN C

HCTICPUOJUICCKUMHU I'PAaHUYHBIMHU YCIIOBUSAMMH.

0, rad

Puc. 4.7 Ilpodunb akTUBHOCTH B LIBETOBOM MPOCTPAHCTBE B OTBET HA HACTPOCHHBIN
ctumyn npu £=0.09 , C=1.1 (cromHas nauHUA), Tpu &£=033 , C=1.5
(JVIMHHOMYHKTUpPHAs JHMHUA) U IpU ¢ =0.5, C=2.0 (myHktupHas nuHudA). [Ipoume

napameTpbl ObUTM OJIMHAKOBBIMU U IPUHUMAIIU CIEIYIOIINE 3HaUeHus: J, =12, A =2,

w=2,0=0

[IpuBeneHHbIE BBINIE NMPUMEPHI CIyXaT B 3alIUTY MOJEIU C NEPUOAMYECKUMHU
rpaHUYHBIMU ycaoBUsMU Juisd ceTu CS HelipoHoB. Takas Mozenb M03BOJIsIET U30ekKaTh
rpaHuyHOro 3QQekra, KOTOPbIi MOKET ObITh HMHTEPHPETUPOBAH KaK HapyIICHHOE
BOCIIPUSITHE 1IBETA.

YToObl OnpeneianTh BIUSHUE MEPEXOJHBIX PEKUMOB Ha MOBEJICHUE CeTH, Oblia
pa3pabotana mozeinb [13K, B KoTOpoi yuuThIBa€TCS KWHETUKA CHHAITUYECKUX TOKOB U
HEPABHOBECHOCTb pAaCIpe/IeJIeHUs] HEHPOHOB IO COCTOSHHUSAM BHYTPU MOIMYJISIUU
(Mopens 2, pazaen 3.2.2). Moaens 2 nmoATBepaAnIa HaOII0JaeMbIe Ha TPOCTON MOJIEIH
(Mogenu 1) agdekrsl, k mpuMepy, OTBET Ha ABYLBETHBIN cTuMys. PaccMoTpuMm Gosee
noapoOHO moBenaeHne Mogenu 2 npu HEOPUEHTHPOBAHHOM HEIBETHOM CTHUMYIIE,
IIOCKOJIBKY B 3TOM ciyyae Mogens 1 okazamach HE NPUMEHUMOM INPU HEKOTOPBIX
3HAYEHUSAX IMapaMEeTPOB PEKYPPEHTHBIX B3aUMOJEHCTBUN, a HMMEHHO, B 0O0JAcTH
aMIUIMTYAHOU HecTabuinbHOCTH (pasgen 4.1.1). 3aTteM paccMOTpUM MEpPEXOAHbII

npoIiecc.
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4.1.6 IloBegenune Moaeu 2 Npu HEOPUEHTHPOBAHHOM HELBETHOM CTHMYJIe

B orBeT Ha HEOPHEHTHPOBAHHBIM HELBETHOM CTUMYJ Mozenb 2 Aa€T peleHus
IBYX THUIIOB, TOMOT€HHOE M Map)KMHAJbHOE. AMIUIUTYIHAs HECTaOMJIbHOCTh
orcyTcTByeT B Mogenu 2. ®@a3zoBas nuarpamma Moaenu 2 uzo0OpaxkeHa Ha puc. 4.8
(rpaHuIla TOMOT€HHOM W MapXUHAJIbHOM obnacteid Mozenu 2 nu3o0pakeHa CIIOMIHON
JTUHUEN) coBMecTHO ¢ (pa3oBoil nuarpammoil Moxenu 1 (rpaHuibl Map>KMHaJIbHOM,
TOMOT€HHON M 00JIaCTH aMIUIUTYJAHON HECTaOMIbHOCTU M300pa)KeHbl MYyHKTHUPHBIMHU

JTUHUSAMH).
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Puc. 4.8 ®azoBas auarpamMma Ha miockoctu (J,J5) konbua Cl HelipoHOB, KOTOpas

OTpa’kaeT TUIIbI PELICHUI B OTBET Ha HEOPUEHTUPOBAHHBIN cTuMyl, /3 = 0. CrutoniHas

JTUHUS ecTh rpaHuna romorenHoi (H) u mapxunanbaoit (M) obnacteit Monenu 2.
[lyHkTHpHas JIMHUA €CTh I'paHuLa o0nacTeil roMoreHHbIX (H,;) 1 Map>KUHAIbHBIX (M)

otBeTOB Mogenu 1 (cmotpure Taxxke puc. 4.1a)

Oxkazanoch, 4TO B OTJIMYME OT MapKWHaJIbHOro pemieHuss Mogenu 1 B Buze
CTOSIUEH BOJIHBI, MapKMHAJIbHOE pelieHne Mojenu 2 npeacTaBisieT co0oi Oeryuryro
BoiHy. [Ipumep MapkunHanpHOro pemenuss Monenu 2 mnpuBeneH Ha puc. 4.9. B
ring-MoJieIM Map>KMHAJIbHOE pelleHHe B BUJe Oerymieid BOJHBI HaOMrofaeTcs, K
npuMepy, Korjna MONyJsLUUOHHAs JAWHAMHMKA ONKCHIBAETCA  pEIaKCAIMOHHBIM
ypaBHeHHEeM c 3aaepxkoil [Roxin et al., 2005] unu ypaBHennem ®Doxkepa-Ilnanka
[CmupnHoBa, YUmxkos, 2011]. Atopbr cratbu [Roxin et al., 2005] ormeuaroT, 4TO

3a/IepKKA MMEET MECTO B CJIEACTBHE HEHPOHAIBHOW M CHUHANTHYECKOW TUHAMHUKW,
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nuHaMuky reaeparuu I/ nnm koneunoctu ckopoctu nposenenus [1J1. B To Bpems kax
npuMeHenne ypaBHeHuss @Doxkepa-llnaHka IO3BOIAET ydecTb paclpenesIeHHOCTh
HEHPOHOB IO COCTOSHUSAM BHYTpU mnomyisiuuu. Takum oOpa3om, xoTst B Monenu 2
y4T€HAa M KUHETHMKA CHHANTHUYECKUX TOKOB, W PACHPEIEICHHOCTh HEHPOHOB I10
COCTOSIHMSIM BHYTPH IOIYJIALIUMY, JUI BOCIIPOU3BEACHUS MapKUHAIBHOIO PELICHUS B

BHJIe OeryIel BOJHBI JOCTaTOYHO YUYeTa OJHON M3 ITHX JIeTajeH.

-
yAS

o, rad

o

1 L L L
0 250 500
t, ms

Puc. 4.9 Opomonusa axtuBHoctTM Beex Cl  momymsauuii Mogenun 2 npu
HEOPUEHTUPOBAHHOM CTUMYJI€ MpH 3HAYEHUSX MapaMeTpoB U3 MapKUHAJIbHOMN
obnactu.. Ha puCcyHKe mpencTaBieHO pelIeHue, IOIYyYeHHOE IpU CIEAYIOIUX
3HAYEHHMAX TAPaMeTpoB: g, =10nS, g, =70nS, ¢% =1, ¢} =0.01, f59 =23, f? =0

(Jg=-1.7, J) =4.8)

4.1.7 IloBenenue Moaeau 2 Npu HBETHOM CTUMYJIe, KOI/Ia OPUEHTALMS

MOSIBJISIETCH € 3aJIePKKOM

Mogens 2 Bocnpou3BOAUT d(PPEKT yCUIIEHUS OTBETA HA IBET MPH MOSIBICHUU
opueHTauu ctuMyna. [Ipodusib akTUBHOCTH B TIPOCTPAHCTBE IIBETA B CPAaBHEHUU CO
BXOJOM TipeacTaBieH Ha puc. 4.10b. MakcumanbHble 3HAUYEHUS AKTUBHOCTU TIPH
IIBETHOM HEOPHUEHTHUPOBAHHBIM U OPHUEHTUPOBAHHOM CTHUMYJIaX OTJIMYAIOTCA OoJee,
YyeM B TpU pas3a. DBOJIONUMS aKTUBHOCTH TMOMYJISIIIUU, MPEANOYUTAIONICH IBET M
OpUEHTAIMIO CTHMYyJa, B ciydae Moxenu | (nmyHktupHas nunaus) U Monenu 2

(crutomiHas nuHUs) npuBeeHa Ha puc. 4.10a.
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Puc. 4.10 OrBersl nonysiuuii CS HEMPOHOB HA LBETHOM CTUMYJI B JIByX MOJIETSAX. a
OBoOJIIOIMA aKTUBHOCTH mnomnyisuuu CS HEHPOHOB, KOTOPBIE IPEANOYUTAIOT LBET
ctumyna (CS HeWpoOHBI MOMYy4YalOT HENPEPBHIBHBIM IIBETOBOM CTUMYyJ, TOTJa Kak
opueHTanus cTumyia 1 Bxoa ot Cl HelipoHOB MOABIAIOTCS TOJIBKO B 150 ms): B ciyuae
Mopenu 1 (myHKTUpHas JHHHS), Jg =-0.8, J; =12, Jl=-02, J; =14, J, =34,
Ig=1,=2, I/ =1)=3, I,=2; B ciydae Mogemu 2 (cruommnas nuHus), g, =10nS ,
g, =60nS, g2 =07, ¢° =04, qL. =1, ¢} =0.01, ¢*' =03, f%9 =20, f* =5, =2,
0=0, ¢=0 (Jg=-08, J)=12, Jy=-02, Jy =14, J,=34); b Ilpopuns B
IIBETOBOM IIPOCTPAHCTBE BXOJHOTO CHTHAaJA B 07100 (MIYHKTUPHBIC JTUHUU) U OTBETHOE
pacripesieiecHle aKTUBHOCTH B TpocTpaHcTBe nBeta CS HelpoHOB 3TOro 06506a
(CTuTOIIHBIE TMHUM). DBOJIIOLMS aKTUBHOCTHU KpaiiHel nmpaBoil momyisiuu u300paxeHa
Ha MaHeau a. BXoa npeacTaBiieH 37€Ch NOTEHIMAI-HE3aBUCUMON XapaKTEPUCTUKOU —
MPOBOJUMOCTBIO CHHAINTUYECKOTO Tajmamuyeckoro Bxoaa CS nomynsuuil. ToHkue

JUHUA COOTBETCTBYIOT MOMEHTY BpemMeHu ¢=100ms (Korga CTHUMYJ I[BETHOU
HEOPUEHTUPOBAHHBIN), TOJCThIE JUHUH COOTBETCTBYIOT MOMEHTY BpeMeHH ¢ = 300 ms

(xorga cTUMYJ LIBETHOW OPUEHTUPOBAHHBIN)

Urak, Monenp 2 BOCpou3BOAUT OTBET Mojenu | Ha IBYIBETHBIM CTUMYJ U
3¢ (deKT ycuiieHus OTBETa Ha LIBETHOM CTUMYJ NpU MOSBICHUM HHPOpMauuu o0
OpHEHTAalMU. B OTBET Ha HEOPHMEHTHPOBAHHBIA HELUBETHON cTUMyN Monens 2 gaét
penieHuss IByX BO3MOXKHBIX THIIOB, TOMOT€HHOE M MapkuHaibHOE. IIpu 3HaueHwmsax

napaMeTpoB U3 00JIaCTH aMIUIMTYIAHOU HecTabmibHOCTH Moaenu 1 Monens 2 nmeer
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TOMOTEHHOE WJIM MapXUHAJbHOE pelieHue. B oTanune oT Map)XKHHAIBHOTO PEIICHUS
Mopenu 1 B Buae cTosiueil BOJIHBI, Map)KWHaIbHOE penienne Mogenu 2 ecTh Oeryias
BoHa. be3ycnoBHo, Monens 2 0Oosiee TOYHO OMMCHIBAET MPOLIECC YCTAHOBJICHHS
pemenusa. OgHako, Kak MOKa3alo CpaBHEHHE OTBETOB MOJENel Ha Pa3IUYHBIC THIIbI
CTUMYJIa, CYIIECTBEHHBIX KAYECTBEHHBIX OTIUYHMI HE HAOIIOJAETCsl, OTIINYNE COCTABUII

JIMIIb THUIT BOJHBI MApKUHAJIBHOI'O PCIIICHUA.

4.2 Isyxnapamerpuueckas I/O ¢pyHkuus HelipoHa

Jinsa passutua moxenerd II3K BakHO HM3ydHWTh XapaKTEPUCTHUKU OTACIBHBIX
HEHPOHOB KOpbI, B TOM yucie pyHkuuo Bxonaa-Beixoaa (I/O). B mpocreiiniem cinyyae
BXOJIHOM CHUTHAJI B HEMPOH XapaKTepu3yloT OJHUM MTapaMeTpoM, TOKoM. Takoil crioco0,
K npuMepy, ucnonsizyerca B Moaenu 1 [13K i nonmynsinuu HeiipoHoB. O1HaKo, Kak
yke OBbUIO OTMEUEeHO B pazzaene 2.3.2, SKCHEPUMEHTHI METOJOM JUHAMHYECKOM
bukcauuu TOKa YKa3bIBaOT Ha HEJIOCTaTOYHOCTh paccMOTpeHUs
onHomnapamerpudecko /O ¢yHkuuu HeiipoHa. B gaHHOM pasjene MNpuUBEACHBI
PE3yJIbTAThl 3KCIEPUMEHTAIBLHOTO UCCIEA0BAHNUS METOAOM JUHAMUYECKON (pUKcalun
TOKA 3aBUCHUMOCTH aKTUBHOCTH HEHpOHA OT JABYX YHPABJISIOLINX MapaMETPOB, TOKA U
IIPOBOJAMMOCTH, @ TaKK€ HCCIEAOBAHUS B OJKCIEPUMEHTE W HA MOJEIM JCHCTBUS
pa3iauyYHbIX (PAKTOPOB W THapaMeTpoB HEMpoHA Ha ero JByxmapamerpuueckyio 1/O

3aBHCHMOCTbD.

4.2.1 XapakrepucTuka 2-10MeHOB PeaJIbHOI0 U MOJeJIbHOI0 HeiiPOHOB

Uro6sl moctpouth mnonHyo /O QyHKOMIO TOUpaMUIHOTO — HEWpoHa
npedpOHTAIHLHON KOPBI KPBICH, B HEHPOH HMHXKEKTUPOBAJICS MOTEHIIMAT-3aBUCUMBII
TOK, PAaCCUMUTHIBAEMBI B pealbHOM BpeMeHH 1o (opmye (29) npu GUKCHPOBaHHBIX
3HaYeHUsX u U s (moapodHee onucano B pazaene 3.2.1). [lo orBeTHOMY cniallk-TpeilHy
IpU KaXJI0M KOMOMHAIMM © M § ONpenaessuiach yacTora craikoB. CienoBano Obl
HCCIIeI0OBaTh YacTOTy CHAlKOB B YCTAHOBUBLIEMCSI PEKUME, HO B SKCIIEPUMEHTE ATO
TpyAHOpeanu3yeMo. BmecTo crmaiikoBOM 4YacTOTHl NPU HEMPEPBIBHOW CTUMYJSLUN

paCCUUTHIBAIACH YaCTOTAa 11O OTBETAM Ha KOHCYHBIC CTYIICHBKH.
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[Tonnas /O ¢gyskims Obuta MocTpoeHa Ha MIOCKOCTHU (u,5) Kak QyHKuus v(u,s),
puc. 4.11a. Haubonee BaxHBIMU OCOOCHHOCTAMU TOJHON I/O QyHKIMM SABISIOTCS
CJIEIYIOILHE:

1) obnacTh HEHyJIEBOI CailkOBOM aKTUBHOCTHU KOHEYHA,

2) TpOBOAUMOCTb § CYIIECTBEHHO YMEHbIIAET JHAla30H BbI3BIBAIOIINX
renepauuto 1] TokoB.

[Tonnast oGnacte Ha TUIOCKOCTH (14,5), B KOTOpPOW HAOMIOAAeTCs yCTOMYMBAs
cnaiikoBasi reHepanus, ({2-IoMeH) OrpaHMuYCHa M30JIMHUEH HU3KOW 4acTOThl. JleBas
rpanuna ()-nomMeHa QopMmMupyercs TOKaMu peo0asbl, TOrjJa Kak IpaBas TpaHULA
omnpezensercs OOJbIIMMU TOKaMH, MPU KOTOPBIX HaOlogaercs cpblB renepamuu I1J1,
TaK Ha3bIBa€MbIl Jenoisipu3aluoHHbId Om0K. C yBeIWYEeHHEM MPOBOJUMOCTU §
HaONto/laeTcs  CyKEeHHe JMana3oHa TOKOB, BBI3BIBAIOIIMX CHAWKH, TO €CTb,
JeTNoIspU3aUOHHbBIN OJ0K HaOII0JaeTCs MPY MEHBIIMX TokaX. M3omuuuu B Q-1oMeHe
COOTBETCTBYIOT pa3JMYHbIM 3HAUYCHUSIM YacTOThl craiikoB. Pucynku 4.11c-e
MTO3BOJIAIOT CPAaBHUTh MATTEPHBI OJUHAKOBOW CIIAMKOBOW aKTUBHOCTH IPU PA3ITUYHBIX
3HAYEHUSX MapaMeTpoB BXoAa (TO €cThb, MATTEPHbI, COOTBETCTBYIOIIME OJHOU
n3onuHuK). Crenyer OTMETUTh, YTO 3alKMCH CYIIECTBEHHO OTIMYaroTcs (opMoi
CHAlKOB U JEWCTBHUEM aJaNTallid. YBEJIMYCHHUE W IIYHTUPYIOIIEH MPOBOANUMOCTH, U
BXOJHOTO TOKAa IPUBOAUT K YMEHBIIEHNUIO aMIUIMTY/ bl CIIAKOB.

CneBa ot Q-g0MeHa HaXOAUTCS 00JACTh MOANOPOTOBBIX OTBETOB. Kak 0kazanoch,
HavyaJIbHBIN TUHEWHBIN YYACTOK TPAHUIIBI TIOIMTOPOTOBOM 00JIaCTH MOXKHO TIPEACKA3aTh,
MOCTPOMB 3aBUCUMOCTD S(u) LIF Mozmenu nmpu cOOTBETCTBYIOUIUX peaJbHOMY HEUPOHY

3HAYEHUAX IapaMeTrpoB: g, =5.1nS, V,=-5ImV , V ,=-65mV n V =-60mV .

rest
VYpaBHenue rpanuipl Q-nomeHa LIF-HelipoHa MOXKHO BBIBECTH W3 CTAallHOHAPHOTO

YpaBHEHUS A MEMOpaHHOIO IOTEHIHana Nnpu V =V, , NOIy4aercs ClIeayroIas

byHKIMS:

u—g;, (Vth B Vresl)
Vo~V

s (u) = (77)

us
JleBble Tpannnbl Q-noMeHoB LIF mozxenu u peanbHOro HEHpPOHA COOTBETCTBYIOT JIPYT
apyry (puc. 4.11a) npu HeOONBIIKUX 3HAYEHUSIX MPOBOAUMOCTH S. HakiioH npsimoit u(s)

LIF Mozenu 3aBHCHUT TOJIBKO OT pasHoctu (V, —V, ). Ilpm Gonpmmx 3Ha4YeHUAX
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MPOBOJIMMOCTH JIeBasi TpaHula {2-10MEeHa OTKJIOHSIETCA OT NPSIMOM, PACCUUTAHHOM IS

LIF monenu.

b
40
0 -
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>- L
40}
I yvvvvvy
805 ———1000 2000
t,ms
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40F 40
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f g

v,Hz

Puc. 4.11 Ilpumep Q-nomeHa, MOCTPOEHHOTO MO SKCIEPUMEHTAJIbHBIM JaHHBIM

100

50 100
u/g,, mV

MUPaMUIHOTO HEWpoHa TNpedpPOHTAIBHON KOPBI KpPBICHI (BpeMEHHash KOHCTaHTa
MeMOpanbI Obi1a 33 ms; conpoTtusienue goctyna 20 MOm OblIIO0 CKOMIEHCHPOBAHO). a

3aBUCUMOCTD CIIAiKOBOM YaCTOThI HEWPOHA OT MOCTOSHHBIX YIPABJSIONIUX CUTHAJIOB,
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TOKa ¥ W TPOBOAMMOCTH s , B EOUHMIAX BXOAHOW MPOBOAMMOCTH g, =5.1nS
(V,, =—60mV ), 31ech 4aCcTOTa CHAIKOB PACCUMTHIBAIACH KaK CPEIHEE YHUCIIO CIIaliKOB

3a 2s-MHTEpBaJl CTUMYJSAIWU. UepHas JTUHHA €CTh T'paHUIA MEXIy IOAINOPOTOBOM
00nacThio M 00J1acThIO crlailkoBoM akTUBHOCTH LIF-mMonenu HelipoHa co 3HAUEHUSIMU

IIaCCUBHBIX CBOMCTB M MOPOIa, COOTBETCTBYIOIIUX pealbHOMY HelpoHy (g, =5.1nS,

V,==5lmV , V,  =—65mV uV, =-60mV ); b cnaiKkoBblii OTBET HEWpPOHA IpH

rest

MaKCUMAaJIbHOM 4vacrore, u/g, =59mV wu s/g, =0, c-e IaTTEpHBI CIIAWKOBOM
aKTMBHOCTH C OJMHAKOBOM CpEIHEW 4YacTOTOH, HO pa3IM4YHBIMM 3HAYCHUSIMHU
napaMeTpoB Bxopa: u/g, =25mV u s/ g, =0 nus ¢, u/g, =59mV n s/g, =1 nni d,
ul/g, =93mV us/g, =0 m e; f Q-noMeH TOro ke HelpoHa (Kak B @), HO 4acToTa

cnaiikoB Obljla pacCcuMTaHa Mo Mnociennent 2/3 BpeMeHu CTUMYIIALNU; g -T0MEH TOTrO
e HelpoHa (Kak B a), IOCTPOCHHBIN Ul CTallMOHAPHOM YacTOTHI, TO €CTh, IIPU yUu&Te

TOJBKO CITAWK-TPEUHOB C HENPEpbIBHOM reHepanueit 11/1

B skcnepuMeHTe NMpu CUIBHOM TOKE CTUMYJISILIMM HAOMIOJANCS OJUMH U3 TPex
THUIIOB MMOBEJACHUS HEHPOHOB:

1) Tonuueckue konebaHus (CHailku) yMEHBIIAIOTCS MO AMIUIUTYJE U IUIAaBHO
MIEPEXOJAT B COCTOSIHUE IMOKOs, IPUMEP TAKOrO MOBEJCHUs NpHUBEIEH Ha puc. 4.12e,
U MOJIENM. OJTOT  CIIEHApUi, BEPOSITHO, MOXHO CYUTAaThb CIEHApHEM
cynepkputuieckoit oudypkamuu Anaponosa-Xormda [Dovzhenok, Kuznetsov, 2012;
Izhikevich, 2007]. CocrosiHue mnokos ycToWuuBo. B Takux HeWpoHax HeET
OMCTaOMIIBHOCTH MPU MEPEX0/Ie K JACTIONAPU3AIMOHHOMY OJIOKY;

2) Tonnyeckue kojebaHus oOpBIBAIOTCS, MEPEXOAsl B COCTOSHUE IOKOS (pHC.
4.11e). Ilpu TakoMm clieHapuu, BEPOSATHO, UMEIOTCS CeII0-y3iloBas Oudypkanus u
cyOkputnueckas oudypkanus AnaponoBa-Xomnda. [y Takux HEHPOHOB B HEOOIBIIIOM
Jarna3oHe TOKOB XapaKTepHa OMCTaOMIbHOCTh, TO €CTh, COCYIIECTBOBAHNUE COCTOSTHUMN
MOKOSI 1 TOHUYECKUX KOJICOaHMUIA;

3) Konebanusi MOryT OOpHIBaThCS M CIIOHTAHHO MOSBIATHCSA OIMSATH. {15 Takux
HEWPOHOB XapaKTepHa OMCTAOMIBHOCTH (COCYIIECTBOBAaHWE KOJICOAHUM U COCTOSHUS
MoKosi) B OoJiblIoM Juana3zoHe TokoB. Kak ommcano B pasnene 3.2.1, KJIETKH ¢ TaKuM

IIOBCACHUEM OBUIN MCKJIIOYEHBI U3 aHaJIN3a.
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Tenepp paccmoTpuMm Oosiee  JEeTallbHO  XapaKTEPUCTHKU  HEHpOHaNbHOU
aktuBHOCTH. Ha puc. 4.11 npencraBnens! Ay cpaBHEHUs TpU (2-TO0MEHA, TOCTPOCHHBIX
M0 3alucsM Ha OJAHOM HEHpOHE, HO C PAa3NMYHBIMH CXEMaMH BBIYUCIICHHS] YaCTOTHI
CIIAlKOB:

1) xak cpeaHee YUCIIO CMAKOB 3a BCe BpeMsi cTUMyJsinuu (2 s), puc. 4.11a;

2) Kak cpeHee YMCIO CIAaWKOB 3a MOcieAHHe 2/3 BpeMEHH CTUMYJISIUU (pHC.

4.11%);

3) momo6HO (2), HO 3a UCKIIIOUEHHEM TOYeK (U,S), B KOTOPBIX HAOJIOAANICS CPBIB
renepauun IIJI (puc. 4.11g). B »53ToM ciiyyae yuuTBHIBAaeTCS TOJIBKO
CTallMOHapHas 4acToTa.

[TocTpoennsiit 151 ycroiunBoii renepanuu [1/] Q-nomen (puc. 4.11g) otnuyaercs
0oJiee pe3KUM CIaJi0M 4acTOThI Ha MpaBoii rpanune. Ha puc. 4.11a,f Q-nomens! umeroT
TUTaBHBIA CHajJ 4acTOThl OT MUKa J0 MPaBOM I'PaHMUILIbI, BCS IMpaBas yacTh 2-JI0MeHa
COCTOHUT U3 TOUEK cO CpbIBOM Tenepanuu I1J[ 1o okoHyaHus ctumysa, moJoOHO puc.
4.11e. Bce Q-nomMeHbl, TOCTPOCHHBIE MO SKCIEPUMEHTAIbHBIM JAHHBIM, JAJI€€ B TEKCTE
TUCCEPTAIMOHHON paboThl TPHUBEAEHBI AJisi CPEAHEH YacTOThl MO TocienHen 2/3
BpEMEHU CTUMYJIa, IOCKOJIbKY, BO-IIEPBBIX, PEXKUM cO cpbiBOM reHepauuu [1/] Tpebyer
MoAPOOHOTO M3yuYEHHUsI HapaBHE C PEXHUMOM CTaluoHapHoW reHepauuu 11, wu,
BO-BTOPBIX, 3 (HEKTH paccMaTprUBaeMbIX B paboTe MapaMeTpOB CYIIECTBEHHO CHIIbHEE
paznuuus Mexay (2-I10MEHaMH TUIIOB 2 U 3.

B cpemHeM 1o BceMm 3aperMcTpupoOBaHHBIM HeMpoHam BbicoTa (2-TOMEHa
(MakcumasibHOE §/g;,) Okazamach paBHOW 3.3+£0.5 (19 kieTok), mMpuHA COCTaBUIA
109+10 mV (23 xnerku). MakcumanbHasi IPOBOJAUMOCTE § MOXKET ObITh COMOCTaBIIEHA
CO 3pUTENBHO BBHI3BAHHOW CHHANTHYECKOW MPOBOAMMOCTBIO, HAOII01aeMble 3HAUCHUS
KOTOPOM COCTaBJSAIOT Topsaka 2g;,. [Borg-Graham et al., 1998; Monier et al., 2003;
Monier et al., 2008]. Brette, Gerstner [2005] mnpu MoaeTUPOBAHUU
BBICOKOTIPOBOJIMMOTO COCTOSIHUSI HEMpOHa MCHOJIb30BaJI COOTHOLIEHUE TOJTHOU
MPOBOJUMOCTH K TPOBOAMMOCTH yTeukdn S5:1 (a COOTHOILIEHHWE TOPMO3HOM
MIPOBOJAMMOCTH K BO30Y»k1arorieit 2:1), cchuiasich Ha SKIEpUMEHTaIbHYI0 padoty [Pare
et al., 1998]. B pa6ore [Destexhe, Rudolph-Lilith, 2014] ormeueno, uTo B cpeaHem
CHUHANTHYeCKas TMPOBOJMMOCTh B TpH pa3a OoJibllie MPOBOJAMMOCTH B TIOKOE, a

TOPMO3Has MPOBOJAUMOCTH IIPUMEPHO B JIBa pa3a Oomblie Bo30yxkaatomieit [Rudolph et
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al., 2007]. OTH OLIEHKH CHHANTUYECKUX MPOBOAUMOCTEN COIJIACYIOTCSA CO CPEAHUMHU
3HAUYCHUSIMU MaKCUMAaJIbHBIX S U u, MaciiTabamu (Q-10MeHa.

Q)-momMeH MoJieTTbHOTO HelipoHa (puc. 4.12a) cTpomIics TAKUM ke CIIOCO00M, Kak B
skcriepuMenTe. CpaBHEHHE MOYYEHHBIX SKCTIepuMeHTanbHo (puc. 4.11a) u Ha Mogenu
(puc. 4.12a) Q-10MeHOB yKazajo Ha UX KayeCTBEHHOE coriacoBaHue. B monenu
JIMHEMHBIA Y4YacTOK JIEBOM TpPAaHUIBI, TakKe€ KakKk M B DKCIEPUMEHTE, TOYHO
npeackasbiBaercs ¢ momoupto LIF. Ha puc. 4.12c-e npuBeeHbl pa3anyHble CIaHKOBBIE
MaTTepHbl OHONW M3oauHUU. Kak u B skcriepuMeHTe, nmpu 00as1oM Toke (puc. 4.12¢e)

HaOmrogaeTcs cpeiB reHeparuu [1/1.

40}
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Fig. 4.12 Ilpumep (2-moMeHa, IMOCTPOCHHOIO JJIsi MOJEIA HEWMPOHA B KOHTPOJIBHOM
CJIy4yae. a 3aBUCUMOCTb YaCTOThI CHAHKOB OT MOCTOSIHHBIX BXOJHBIX CUTHAJIOB, TOKA U

U IPOBOAMMOCTH s, B €IMHHUIAX BXOAHOW mpoBogumocTH (V,, =-65mV ). UepHas

muHUA ecThb pemenue mig LIF-mozenu npu moporoBom 3Ha4Y€HUHM NOTECHIMAA

craiikopoil renepaumu ( V, =—-40mV, V,=-65mV u g,=005mS/cm*>); b

rest

MATTEPHBI CINAKOBOM AKTUBHOCTH C MAaKCHUMAJIBHOM 4acCTOTOH, IIpu u/g, =155mV n

s/g;, =0; c-e IaTTEpHBI CIAKOBON aKTUBHOCTH, COOTBETCTBYIOIME TOUYKAM Ha OJTHOU
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M30JIMHUY, HO IIPH Pa3IMYHBIX 3HAYEHHUSAX BXOIHBIX IapaMeTpoB: u/g, =49mlV u

s/g,=0mac ulg, =176mV us/g, =47 mmadu u/g, =176mV n s/g, =0 nusde

UtoObl o1eHUTH, 4YeM ompeaensercs ¢opma -momMeHa, OBLIO PAcCMOTPEHO

JIGP'ICTBHG Ha HEC BCCX OCHOBHBLIX IMapaMECTPOB MOJCIIN THUIIA XO)I)KKI/IHB,—XEIKCJ'II/I.

4.2.2 JlelicTBHe MapaMeTpPoOB MoJeJu Ha noaHyI0 1/O pyHkumio

O¢ddexr Ha 3aBUCUMOCTH V (u,s) MPOBOJUMOCTH YTE€UKH g, U MEMOpaHHOIO

MIOTEHIIAAJIA TTOKOs MOXKET OBITh Tpejacka3aH 0e3 YHCIEHHOM peanu3alud, U3

rest
onpejeNieHus MapamMeTpoB u U s. Tak, yBeJIMYeHUE MPOBOJUMOCTU YTEUKHU
HKBHUBAJICHTHO YBEJIMYEHHUIO S, TO €CTh, CABUTAET 2-10MeH BHM3. Eciu BbIpa3uTh 3TOT
a¢deKT uepe3 AeiicTBUE HAa YaCTOTHO-TOKOBYIO KPUBYIO, TO JOMOJIHUTENIbHAS yTEUKa
g, TJIaBHBIM 0O0pa3oM CMeLIaeT V-u-KpUBYI0 BIPaBO M yMEHbBIIAET AHAarna3oH
CHailK-BbI3bIBAIONIMX TOKOB, 4YTO Takxke coriacyercss ¢ pesyiabTatamu Graham,
Schramm [2009], Fernandez, White [2009]. enonspuzaiuss MeMOpaHbl CIIBUTaeT
Q-noMeH BieBO. MeHnee TpuBHaieH 3(PpPeKT AeUCTBUS TaKOro mapaMeTpa MacCUBHBIX
CBOMCTB KJIETKH, Kak MeMOpaHHas eMKocTh. Ha puc. 4.13b npuBeneH B cpaBHEHHE C
KOHTPOIIBHBIM ciiydaeM (puc. 4.13a, C =1 pF/em’) Q-moMeH HeiipoHa mpu
MOBBINIEHHOW emkoctu, C =1.5 ,uF/cmZ. Bugno, uyro -m0MEH CyHIECTBEHHO

YMEHBIIIAETCsI, CABUTACTCS TOK Peo0asbl BIIPABO.
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a KoHTponpHBII cityyai b C=1.5 uF/cm’ (8 xouTpone 1 uF/cm’)

=
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200
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mS/cm?)

3
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Puc. 4.13 3aBucumocts Vv (u,s) Ui MOJEIBHOIO HEWpPOHA TMPHU CICAYIOIIUX
M3MEHEHUSX IMapaMeTpOB B CPaBHEHHE C KOHTPOJIbHBIM ciiydyaeM a: b yBennueHue
€MKOCTH; € YMEHbBIICHHE MAaKCUMaJIbHOW MPOBOJUMOCTH HATPUEBBIX KaHaloB; d

IMOHMKCHUC IIOTCHIOHAJIa PCBCPCHMH  HATpUA;, € JIIOHMIKCHHC MaKCHUMaJIbHOM
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IMPOBOJUMOCTH KAJIMWCBBIX KaHAJIOB; f YBCIIMYCHUC MaKCHUMaJIbHOM IMPOBOJUMOCTH

KaJIMCBBIX KaHAJIOB, TOK HMOHOB YC€PEC3 KOTOPLIC IIPUBOJUT K aJallTalluA CIIaMKOB

UtoObl ucciegoBaTh A(PQPEKT aKTUBHBIX CBOWCTB HEWpoHA OBLUITM HM3MEHEHBI
MaKCHUMaJbHbIE TPOBOJAUMOCTH HATPUEBBIX M KAJIUEBBIX TOKOB. [loHMkeHUE
MaKCHUMaJIbHOM MTPOBOJUMOCTH HATPUEBBIX KaHaoB oT 13.7 no 10.2 mS/cm? TIPUBOJIAT
K YMEHbIIEHUI0O (Q-JOMEHAa M MaKCUMaJbHOW YacCTOThI, MPU 3TOM, 3HAUCHHE TOKa
peobassl He u3MeHsieTcs. Pesynbratsl npu s=0 cornacyroTcs ¢ padotoit [Lundstrom et
al., 2008]. BepostrHo, Tok peoOa3bl HE HU3MEHWICS B OTBET Ha YMCHBIICHHUE
MaKCUMaJbHON TPOBOJAUMOCTH HATPUEBBIX KaHAJIOB, IOCKOJIBKY HE H3MEHUIIOCH
MOPOrOBOE 3HAYCHUE IOTEHI[MATa OTKPBITUS HATPUEBBIX KAaHAJIOB. YMEHBIICHUE
noTteHuuana pesepcun Harpus (ot 60 1o 42 mV) Takxke NPUBOAUT K YMEHBIICHHUIO
Q-nomena (puc. 4.13d) u He n3mensier Tok peodassl. [1o cpaBHEHHIO ¢ MaKCUMAaIbHOM
MIPOBOIMMOCTHIO HATPUEBBIX KAHAJIOB, MOTEHIIMA PEBEPCUM CUITBbHEE CYXKAET Thara3oH
CIalK-BBI3BIBAIOIIUX TOKOB.

KanneBbie kaHaIbl CIOCOOCTBYIOT PEMOJIAPU3AMN MeMOpaHbI MOCHE CIaiKa H,
KaK CJEeJCTBUE, BOCCTAHOBJICHUIO HATPHUEBBIX KaHAJIOB. B mMoaTBepXKaeHUE STOTO
MPEANONOKEeHUST CpaBHEHHE ()-JOMEHOB TMpU JBYX 3HAYEHUAX MaKCUMaJIbHOMN
MIPOBOJAMMOCTH KaJMEBBIX KAHAJIOB IOKA3aJi0, YTO YMEHBIIEHHUE MPOBOJUMOCTH (OT
0.68 10 0.51 mS/cm®) MPUBOANT K CIBHMTY NPABOil IPaHHIBI (2-TOMEHA B CTOPOHY
MEHBIIINX TOKOB, CIIOCOOCTBYS AeNOJIApU3allMOHHOMY 010Ky (puc. 4.13e).

OTKpBITHE MEAJICHHBIX KAIMEBBIX KAHAJIOB BBI3BIBAET CIIANMKOBYIO ajanTanuio. B
Mojein Obljla BOCTIPOM3BeeHAa KuHEeTHKa M-TOkoB u3 ctaThu [Borg-Graham, 1999].

YBenMueHHe MPOBOAMMOCTH g,, B Mogen (0T 0.014 10 0.047 mS/cm®) cABHHYIO TOK

peoba3bl BMNpPaBO, HAKIOHUB (2-TOMEH W YyBeIMYUWB ero mupuny (puc. 4.13f).
Haknonunack Takke 4YacTOTHO-TOKOBAs XapaKTepUCTHKAa HEMpOHa, BepIIMHA
()-mToMeHa  OmyCTWIach, TO €CTh, YCWIWJIOCh JICCTBUE JIONOJHUTEIbHON
MIPOBOJUMOCTH .

Jlis ompeneneHus 3JIEKTPOTOHUYECKOTO 3(dekra ObulM CpaBHEHBI (2-TOMEHBI
OJTHOKOMIapTMEHTHON Mozenu (puc. 4.13a) U mpocTpaHCTBEHHO-paclpeesIeHHON
Mozenu (puc. 4.14a), cocTosiiiei u3 akTUBHON COCPEIOTOUCHHONW COMBI M TTACCUBHOTO

nuIuHapudeckoro AeHapura (pasaen 3.1.6). [lockonbKy BXo1Has MPOBOAUMOCTH ObLTa
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3aJlaHa B MOJIEJISIX OJMHAKOBOW, OTJIMUUS (2-TTOMEHOB HAOIIOAAI0TCS TOJIBKO Ha MIPaBOi
rpanuie. [lenonspu3aiioHHbI OJOK B paclpeicieHHOW MOJEIH MPOUCXOAUT Ha
MEHBIINX TOKa. BeposATHO, MpuUYMHA B CJEAYIONIEM: BO BpPEMs PEMOJISIpU3AIUU B
JIEHAPUTE HAOMI0JaeTCs AUCCUTalus (PIyKTyaluii MoTeHInaua, TO €CTh, QIyKTyaruu
MOTEHIIMalla B  paclpefelIeHHOM MOJEeNH MEHbIIe, YeM B OJHOTOYCUHOM.
OOycroBEHHOE STUM YMEHBIIECHUE PEMOJpU3alUd 3aMeIsAeT JACHHAKTUBAIIUIO
HAaTPUEBBIX KaHaJoB. B pe3ynbraTe, MakcHMalibHas YacTOTa B paclpeeIeHHOMN
MOJICJIM MEHbIIIe, YeM B OJHOTOYEYHOW. B I1eToM MOXKHO 3aKIIOYHTh, YTO YYET
pacrpeicIeHHOCTH HE TPUBENT K CYIIECTBEHHBIM KAaYECTBEHHBIM H3MEHEHUSIM

v (u,s) -3aBUCUMOCTU. DTO COIJIaCyeTcsl C pe3yJibTaTaMU SKCIIEPUMEHTOB B PEXHUME

¢ukcauuu Toka [Hendrickson et al., 2011].

a PacnipenenienHas MoJienpb b o

s/g;,
=
slg;,

0 100 200 0 100

u/g,,, mvV u/g,,, mV

200

Fig. 4.14 3aBucumoctu v(u,s) B MOJEIM, B CpaBHEHMH C puc.léa. a
v(u,s) -3aBUCUMOCTb  JUIsI  NPOCTPAHCTBEHHO-PACHPEACICHHONM  Monaenu; b

v (u,s)-3aBUCUMOCTb IIPU HAJIMYUU LIBETHOIO uyma, o, . =100 p4 u r, . =3 ms

noise noise

Cunantuueckue QIyKTyallud BXOJa YacTO HWMHUTHPYIOT IIBETHBIM IITYMOM.
O¢ddexTr 1BETHOTO 1MIyMa Ha ogHOMEpHYIO /O dyHKINIO, 3aMeUeHHbIE Pa3TMUYHBIMU
¢busmonoramu, onucansl B 0630pe [Silver, 2010]. HaubGonee yacTto Habmr0m1aeMBIM
3¢ (deKToM 0Kazacs CABUT TOKAa peo0asbl B CTOPOHY MEHBUINX TOKOB.

JlanHbIe, OCTaTOYHBIC JJI MOCTPOEHHUS HEOONBIIOr0 cerMeHTa aBymMepHoit 1/O
dbyukuun, Obuid TpejacTaBieHbl B padore [Fernandez, White, 2010], omnako, ux

0Ka3aJIoCh HEJIOCTATOYHO Ul BbIABIEHUS 3 dekTa Ha nonnyto I/O gynkuunto. HescHo
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JICHCTBHE IIIyMa Ha AWAna30H MPOBOJAUMOCTEH, MPU KOTOPBIX HAOIIOAaeTCs cCriaiikoBast
AKTUBHOCTh. UTOOBI OIIEHWUTH IEHCTBHUE IBETHOTO IIymMa Ha (2-IOMEH MOJEIBHOTO
HelpoHa, B MPaBYIO YacTh ypaBHEHHUs (55) ObUT 100aBICH TOK /(¢), pACCUMTHIBAEMBIi
o ¢opmyne (14). CpaBuenue Q-momeHOB B KOHTpodJie (puc. 4.13a) u mox nericTBueM
myma (puc. 4.14b) mokaszano, 4To IBETHOM IIyM CTIaXUBAET V (u,s)- 3aBUCUMOCTb.
Hawnbonee cymiecTBeHHBIM 0Ka3aJ0Ch YBEIIMUEHHUE O0JIACTH CMAiKOBOW aKTHBHOCTH B

BEpXHEH yacTu (2-70MEHA MOJ AEHCTBUEM IIBETHOTO ITyMa.

4.2.3 IpdexTt norenunan-zapucumoii NMDA npoBoaumocTu Ha noJHyo 1/0

(pyHKIHI0 MOIEJIBHOI0 HelipOHA

CunanTuyecknidi BXOJ B HEUPOH SBISAETCS JBYMEPHBIM IPHU  YCIIOBHUH
MOTEHIMAJI-HE3aBUCUMOCTH CUHANTUYECKUX MpoBoauMocTeld. OHaKo, KaK W3BECTHO,
npoBoguMocTh NMDA-kaHanoB 3aBUCUT OT MOTEHIMAla W3-3a MAarHUEBOTO OJOoKa
[Jahr, Stevens, 1990]. B Mmoaenu 6b110 TpoaHAIM3UPOBAHO JEHCTBHUE JOTOTHUTEILHOTO
NMDA Toka ¢ TOYHOH ammpokcUMalruel 3aBUCUMOCTH OT moTeHnuana (15-16) Ha
Q)-7I0MEH C LIETbI0 ONPEENICHUs, MOKHO JIU Mpe/icka3aTh aKTUBHOCTh HEMpPOHA Ha BXO/T
npu Hammunu NMDA no aBymepHou v (u,s)- 3aBucumoctH. NMDA TOK cIBUHYJ
Q-nomeH (puc. 4.15b) oTHOCUTENBHO KOHTpOIbHOTO ciaydas (6e3 NMDA, puc. 4.15a),
IpU 3TOM, YMEHBUIWICA TOK peoba3bl W YBEIMYWIACH S-KOOPAMHATA BEPIIMHBI
Q-nomena. IToT 3¢ ekt aHamornueH 3PPEKTy «OTPULIATETIBLHONU TPOBOAUMOCTH.

[Ipn namuuum Ttonbko AMPA u GABA TOKOB (IIPOBOJUMOCTH KOTOPBIX
MOTEHIIHAI-HE3aBUCUMBbI) CyMMapHbIit CUHANTHYECKHI TOK,

Lo V) ==L s = Liuns = & aripa Variea =V) + €644 Vapa — V), MOKET OBITH 3alMCaH B
JMHEWHOU HNOTEHIMAJI-3aBUCUMOM bopme I, =u-sV-V,) C
MOTEHIMaI-He3aBUCUMBIMU  TapaMeTpaMu U = g yvioq Vavipa = Vis) T €484 Vuss —Vis)

us=G,;p +Gsu - IIpn pacemorpennn TokoB AMPA, GABA n NMDA cymmapHsbIit
CUHANTHYECKUI TOK MOXET ObITh AaNMpOKCUMUPOBAH aHAJOTUYHOM JIMHEWHOMN
3aBUCUMOCTBIO [, ~u+ou—(s+os)(V-V,) , ecim cpaBeaauBa JIMHEHHas
aIpOKCUMAILINs NMDA TOKa

L nvipa V) = =g nvipa O SV =Vupy) ou—os(V—=V,) Y HCKOTOPBIMH
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HE3aBHUCUMBIMU OT TOTEHIHana du U Os . llpenmonaras, yto NMDA Ttok nHaubonee
CUJIBHOE BIIMSIHAE OKAa3bIBA€T B JIMANA30HE IMOTEHIIMAJIOB OKOJIO MOpPOra, MoJIydaem

BBIPAKECHHUS IS s U Ou :

dl
8= S0 g O Vi)~V + S V), (78)
V=,

ou =~ yupa (Vth’t)"'é‘s(Vm _Vus)' (79)
[Moncrasmsiss 3HadeHust V, =—-40mV , gyms =108, > Vipy =0mV , [Mg> 1=2mM wu

V.. =-65mV B (64-65), nomyuyaem:

=—
ou~125mV - gyyps 1 05 =-0.15gyvuip4- (80)
Baxxno ormerntsh, yT0 NMDA TOKHM YMEHBIIAIOT BXOJHYIO IPOBOAUMOCT.
ITonydyenHas anmpokcuManus MO3BOJIAET MPEACKA3aTh CTALMOHAPHYIO YacCTOTY
CIalKoOB 10 V (u,s) -3aBUCUMOCTH, MOJTy4deHHOU B OTCTyTcTBUe NMDA (puc. 4.15a). K

IpUMEpPY, TPH 3aJaHHBIX 3HAYCHUAX g ,ps » Ccaps U €nups HACTOTA CIANKOB

u+ou s+0os
OIIPENEIIAECTCS [BETOM B TOYKE C KOOPANHATAMHA , =(178mV, 4.0) Ha puc.

gin gin

4.15a. YacroTa B 3TOM TOUKE OKa3anach OIU3KOM (IIPU T€X K€ g 4upa> Coupa M L nmpa) K
4acToTe B TOYKE (2-J0MEHA, MOJIYYEHHOTO NP TOYHOM ONHCAHMH 3aBUCUMOCTHU

npoBoauMocty NMDA ot noteniuana (puc. 4.15b), L,i =(172mV,4.7). Otn

gin &in
pE3yJbTaThl CBUAECTENLCTBYIOT O TOM, YTO NpeJCKa3aHHe aKTUBHOCTH HeMpoHa mpu
Hannuud NMDA TokoB no asymepHoit I/O ¢yHKuuU B 60OJBIION Mepe JOCTOBEPHO,

OJIHAKO UJCATbHBIM OKa3a10ch Obl ocTpoeHue TpexmepHo /O ¢pyHkum.
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a KonTpoip b NMDA

slg,,
- N W A O O N

B
o
slg,,
O = N W A OO O ~N

(=]

200

100 200
u/g,,, mvV u/g,,, mV

0 100

Puc. 4.15 Ddpdexr NMDA Ha v (u,s)-3aBUCUMOCTH ISl MOJICTILHOTO HEHpOHA. a B
KOHTPOJIBHOM ciy4ae, 4epHbId Kpyxkok (172, 4.7) COOTBETCTBYET g 4upy/&iy =2.8 U
s | € =1.9, TOIZIA KaK He3aKpalleHHbIN KpyxkKok (178, 4.0) COOTBETCTBYET TEM XKe

AMPA wu GABA nmpoBogumocTsM 1npu  jponosHUTENbHOM NMDA — TOke

(gaupa ' &in =4.7), IPUBOIAIEM K CMEUICHUIO HA ou/g, ~6mV u &/g, ~-0.7; b
ciydail ¢ TouHoi annpokcumanuein NMDA toxka, g.ns =4.7g;,, Kpyxok (172, 4.7)
COOTBETCTBYET g 4uspu / &in =28 U Ciups! & =1.9. Ilpounie mapamerpsl ObLIM 3aaHBbI

caenytomumu: V,, ., =0, V., ==70mV , V,, . =0mV u [Mg*>]=2mM

4.2.4 [leiictBue ¢pakTOpoB HA V (1,5)-3aBUCUMOCTH HEHIPOHOB B SKCIIEPUMEHTE

a) [elicTBue MeasieHHOW KaJlMeBOW ajanTalyy ObLJIO M3YUYEHO Ha PETYJISPHBIX

MUPAMUIHBIX HEHPOHAX, B OTBETAaX KOTOPHIX HA CTYNEHBKH TOKA OOBIYHO HAOIIOIAETCS
YMEpPEHHAs CITalikoBas ajmanTais. JloMoTHUTEIbHBIM HCKYCCTBEHHBIN TOK alalTalluu
l,;, OBUI WHXCKTUPOBAaH B KJICTKYy B pEXKUME JUHAMHYCCKOTO IMaT4-KJIamIia.
Anmpokcumaiids Toka OblUla 3auMcTBOBaHa u3 pabotel [Kopell et al.,, 2000] u

3a/1aBajiach CJICAYIOIIUMH YPAaBHECHUSIMU:

Ly =8a0w WV -Vg), (81)
dw
T g W T 82
Ydt (82)
400 1
W= 3_3e(V+35)/20 +e—(V+35)/20 > Wy, :W. (83)

OTOT TOK TMOJ0OEH TOKY ajamnTallud, JCUCTBHE KOTOPOTO Ha MOJIEIBHBIA HEUpPOH

omucaHo B pazzeine 4.2.2. O6a Toka BOZHUKAIOT MPH Jenoysipu3aiuu MeMopansl. 13-3a
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MEJIEHHOM peNakcaliy MPOBOJUMOCTH MEXKIY CHailkaMuh 3TH TOKM NPUBOIAT K
CIIalIKOBOM aJIaIlITalluH.

Kak nokazano Ha puc. 4.16a-b, MeqyieHHas KajaueBas aJanTalys CyLIECTBEHHO
yMeHbIIaeT ()-ToMeH B 3kcnepuMeHnte. Pucynku 4.16c-d 1eMOHCTpUPYIOT JelcTBUE
ToKa [,; Ha MEXKCHAWKOBBIA WHTEpBaI. YMEHbIIEHHE (2-TOMEHa, KOTOpOE
paccuuThIBaIoch Kak [Q.4-Qc/Qc*100% (Qc u Quq — 370 1wiomaaun Q-1oMeHa B
KOHTpOJIE U MPU HAJIMYUH TOKA a/laliTallii, COOTBETCTBEHHO), COCTaBMIIO 6716 % (n=6
HelipoHoB, p < 0.05, t-tecT). BapuaGenpHoCcTh 3 dexTa cpenu 3aperucTpupoOBaHHBIX
KJIETOK OoTpakeHa Ha puc. 4.16e. Takum obpazom, HaOmOgaeMbIil B Moaenu 3PheKT
yMeHbIIeHHs (2-TOMEeHa MO ACUCTBHUEM KaJIME€BBIX TOKOB, BBI3BIBAIOIIMX a/allTaIUIO,

(puc. 4.13f), noaTBepAnCs B SKCIIEPUMEHTE.

ag,=0nS b g, =10nS
v,Hz v,Hz
== 30 = 30
24 24
18 18
12 12
6 6
0 0
u/g,, mV
€g.u=0 dg,=10nS e BapuaGenbHOCTb
100;
40+ C
e | ©
> 80
[0]
> of 2 1 3 ]
E 0 [ o
> 8 60j
| he) I
— prmematirl) s |
-40? E 40? °
0 1000 2000 4000 2000 20L
t, ms t, ms

Puc. 4.16 JleiicTBue TOKa MEUICHHOM KalWE€BOW aJanTallid, CHIMUTUPOBAHHOTO

METOJOM AMHAMHYCCKOI'O IIaTy-KJIaMIia, Ha CHaﬁKOBYIO AKTUBHOCTb ITHPAMHUIHOTO
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HelpoHa. a-b v (u,s)-3aBUCUMOCTH B KOHTpOJIE (a) U MPH MHXKEKIUU TOKAa aJanTaluu
2., =10nS (b); c-d cnaiik-TpeliHbl B oTBeT Ha u /g, =50mV , s =0 0e3 aganrauuu (c)
u ¢ aganranuei npu g, =10 xS (d). [lonnepxuBanace Temneparypa 30°C , BXOAHas
MPOBOJUMOCTh HeipoHa Obuia 7.6 nS , BpeMeHHas KOHCTaHTa MeMmOpaHbl 18 ms ,
CKOMIICHCUPOBAHHOE COMpPOTHBICHUE AocTymna 14 MOm; e BapuabenbHOCTh d(Pdexra

CpeIu 3aperuCTPUPOBAHHBIX KIETOK (Oesible KPYKKH COOTBETCTBYIOT pPa3iHMYHbIM
KJIETKaM), ClipaBa MPUBEICHO CpeJHee 3HaueHHe (UepHBIM KpPY>KOK) CO CTaHIApTHOMN

OImMOKOM CpeHEro

b) Dddekr mnBerHOro mryma OBIT U3y4eH B OSKCIEPUMEHTE IO aHAJIOTHUU C

MoOJenbHbIME pacueTamu. Ha puc. 4.17 npuBeneHsl Vv-u-s-3aBUCUMOCTH OJIHOTO
MAPaMUTHOTO HEHWpPOHA B HOPMAJIBHBIX YCIOBUSX W TPHU JOMOJHHUTEIHHOM IIBETHOM
myme. lym ¢ ammmrynoin 50 pA yBenudyuBaeT BBICOTY (2-TOMEHA. YBEIUYECHUE
BBICOTHI, paccuuThiBamMoe Kak |he,-hc|/hc*100% (he, 1 he — 310 BBICOTA Q-TOMEHA B
CIIy4asix ¢ IIIyMOM M 0€3, COOTBETCTBEHHO), cocTaBuio 68+17 % (n =5 kietok, p <0.05,
t-rect, puc. 4.17¢). OTU naHHBIE COTIACYIOTCS C pe3yJbTaTaMi MOJCITUPOBAHUS.

a Kontponb bo, . =50pA ¢ BapuabenpHOCTh

noise

150
2100 o
[:] |
o |
3]
g | }
£ sor ¢
[}
T o
50 100 150 50 100 150 ol

u/g,, mV u/g,, mV

Puc. 4.17 Dddexr uBerHoro mryma Ha v-u-S 3aBUCHUMOCTh NMHUPAMUAHOIO HEHpoHa
npeppoHTAIbHOW KOpBl KpPBICBL. a4 KOHTPOJbHBIA ciayyad, 6e3 mryma; b mnpu
JomoaHuTensHOM 1myme (o, ., =50p4d u v, . =3ms ). Temneparypa Obina 30°C ,

noise noise

BXOJIHasl MPOBOJUMOCTh Obula 7 nS, BpeMeHHas KOHCTaHTa MeMOpaHbl Obuta 21ms,
comnpoTuBieHue nocryna 20 MOm ObUIO CKOMIEHCUPOBAHO; € BapuabelbHOCTh

sddekra yBenuyeHUs BBICOTHI (2-TOMEHA CpPEau 3aperuCTPUPOBAHHBIX HEHPOHOB
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(Oenple KpyXKH), CIpaBa MPHUBEACHO CpeJHEe 3HAuYeHHE (YEpHBIH KpPYXKOK) €O

CTaHJAapTHOU OMIMOKON CpeIHero

c) JeiicTBue BHEKJIETOYHOW KOHIIEHTPALIMU HAaTpus ObUIO M3YyYE€HO Ha
MUPaMHUIHBIX HEWpoHaX MNpedpPOHTAIBLHOM KOpPbI KPBICHI, A 3TOTO CPABHUBAIOCH
MOBEJCHHE HEWpPOHAa B HOPMAJIbHBIX YCIOBUSIX W TMPU MOHUKEHHOW KOHIEHTpPALUU
BHEKJIETOYHOTO HaTpus. [l NOHM)KEHUS KOHUEHTPAllMM BHEKJIETOYHBIH pacTBOp
pasbasisics pactBopom NMDG, moapoOHee MeToIMKa ONKcaHa B cTaThe [Smirnova et
al., 2015]. IlonmxeHne KOHLIEHTPALIMU HATPHsI IIPUBEJIO K YMEHbUIEHUIO (2-TOMEeHa Ha
71£7 % (n = 6 ueliponos, p < 0.05, t-tect, puc. 4.18c), 2-moMeHbI OHOTO HEWPOHA B
HOpMaJbHBIX ycnoBusax u npu NMDG npusenenst Ha puc. 4.18a-b. [Ipu nonmxeHun

[Na"], yMeHbIIaeTCsl MaKCUMaJIbHasl IPOBOAMMOCTb HATpUsl U MOTEHLUAJ PEBEPCHU

HATPHSI, YTO MOKA3aHO B MPHUJIOKECHUH 2 TIyTEM CPaBHEHUS JTMHCHHBIX aIlIPOKCUMAITUI
BOJIbT-aMITIEPHBIX XapaKTEPUCTHUK MPH JIBYX 3HAYCHUSIX KOHIICHTPAIIUH BHEKICTOUHOTO
HaTpus. AHAJIOTMYHBIM 00pa3oM OBUT TEOPETUUYECKH MpoaHATH3UpPOBaH 3PGEeKT

W3MEHEHUs BHYTPUKJICTOUYHON KOHIICHTPALIMK HATPpUs (MPUTIOKEeHHE 1).

a Konrpoip b NMDG ¢ BapuaGenbHOCTh
4
v-HZ 400
mm 25 .
21 | o
17 & |
12 o 80+
8 8 |
Mo 5 [ °
0o & |
g 60? 8
< (o]
50 100 150 50 100 150 40
u/g,, mV u/g,, mvV

Puc. 4.18 JleiicTBue yMEHBIIEHUS KOHILIETPAlMM BHEKJIETOYHOIO HATpUA HA V-U-S
3aBUCUMOCTb MUPAMUIHOTO HEMPOHA. a {)-IOMEH HEMPOHA B HOPMAJIbHBIX YCIOBUSX; b
()-TOMEH TOTO K€ HEHPOHA B YCIIOBHUSX IMOHMKEHHON KOHLEHTPALIUH BHEKJIETOYHOTO
HaTpus (mpu pazdasnenun pacteopoM NMDG). MeMOpaHHbIH OTeHIHA B TOKOE ObLT

—63mV , BpeMeHHas KOHCTaHTa MeMOpaHbl Obuta 21 ms , BXOJAHAS MPOBOJUMOCTE ObLIa

3.1nS , Ttemmeparypa Obuia 25°C , compoTuBieHue jgoctyna 40 MOm ObUIO
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CKOMIIEHCUPOBaHO; ¢ BapualeiabHOCTh H(PdexTa yMeHbUIeHUS )-JTOMEHa TOJ
neiictesuem NMDG cpenu 3aperucTpoBaHHBIX HEHPOHOB (Oeible KPYXKKH), CIpaBa

MPUBEACHO Cpe/iHee 3HaUeHUE (YEPHBIN KPYIKOK) CO CTAHIaPTHOM OIKUOKOM cpeHero

4.2.5 [leiictBue TeMuepaTypsbl Ha v (u,s)-3aBUCUMMOCTb HEAPOHOB B MOJ€eJIM H

IKCIIepUMeHTe

Uto06b! M3yunTh 3PPEKT OXITAKICHHUS Ha aKTUBHOCTh MOJIEJIBHOTO HEMpoHa, ObLITN
noctpoenbl Q-gomensl npu Temmneparype 36, 30 u 24°C. Oxnaxaenue ot 30 no 24 °C
(wmm ot 36 10 30°C) B Moeny yMEHbIIWIO {)-TOMEH U MaKCUMaJIbHYIO 9acTOTy (pHC.
4.19a-b). Tok peoba3pl Mpu STOM HE M3MEHWICS, a HIMPUHA CHaiKa yBEIWYUIIaCh

MpUMEPHO B TosITopa pasa (puc. 4.191).
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Puc. 4.19 Dddexr TemnepaTypsl Ha CIAHKOBYIO aKTUBHOCTh HEMpPOHA B SIKCTICPUMEHTE

U MoJienu. a-b v-u-s 3aBUCUMOCTH NPH JIBYX 3HAUEHHUAX TeMIepaTypbl B Mojenu; c-d

V-U-§ 3aBUCHUMOCTU TpPU ABYX 3HAUCHMSIX TEMIEPATypbl B 3KCHEPUMEHTE (BXOIHAs

MPOBOAUMOCTh Obuta 2.4 nS , BpeMeHHas KOHCTaHTa MeMOpaHbl Obuta 55ms

compoTuBiieHne naoctyna 33 MOm OblIO CKOMIIEHCHPOBaHO); € ¢dopma craiika

MUPaMHUIHOTO HEHpoHa NpU JBYX 3HAYEHUSX TEMIIEpaTypbl, B COOTBETCTBHH C
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TaHHBIMH B c-d; f ¢opma cmaiika mpu IBYX 3HAYEHHSIX TEMIIepaTypbl B MOJICNH, B
COOTBETCTBMH C JAHHBIMHU B a-b, s = () ; g BapuabeabHOCTh 3(h(eKTa oxXnaxaeHus cpean
3aperuCTPUPOBAHHBIX HEUPOHOB (Oesble KpYKKH), CIIpaBa NPHUBEACHO CpelHee

3HaUYCHHE (YUEPHBIN KPY>KOK) CO CTAaHIAPTHOM OIITMOKON CpeHETo

B skcniepumente oxnaxaenue ot 30 no 24°C npuBeno K yMEHbIIEHUIO {)-TOMEHA
Ha 50+4 % (n = 4 neiipoHa, p < 0.05, t-tect, puc. 4.19g), cMmoTpuTe TakkKe MpuMep Ha
puc. 4.19c-d. lllupuHa cnaiika yMeHbIIIaeTCs MPUMEPHO B MoJTOpa pasa (puc. 4.19¢),
JENOJIAPU3AIMOHHBIN  OJIOK HAOMIOJaeTCs TPU MEHBIIMX TOKAaX. OTHU JaHHBIC
COTJIACyIOTCA C pe3yJibTaTaMH, IOJYyYCHHBIMA Ha MOJIETH, W C JINTePaTypPHBIMU
nanubeIME [Volgushev et al., 2000].

Nrtak, ¢ momompl0 JUHAMUYECKOW (QUKCAIlMd  TOKa M MaTeMaTHYECKOTO
MOJCIUpOBaHUs OblIa MCCleIoBaHa AByXmapameTpuueckas /O dyHkius HeiipoHa u
3aBUCHMOCTh 00JIaCTM CIAaMKOBOW AaKTUBHOCTH Ha IIOCKOCTH  YMPABJISIIONIAX

rapaMeTpoB OT OCHOBHBIX MapaMeTPOB HEMPOHA U BHEIIHUX (PaKTOPOB.

4.3 beicTpasst nnnuuanus I1JI, BapuadenbHOCTH MOPOroB U 3gdexT
YMeHbIIEHUS] HAKJIOHA YaCTOTHO-TOKOBOW KPUBOil HeipOHA MO JeiicTBUEeM

LIIYHTHPYIOLIETr0 TOPMOKEHHUSA

HecMoTps Ha TO, 4TO pa3BUTHIE B paMKaX IJUCCEPTAMOHHOW pabOThl MOJENU
o6pabotku wuHpopmaruu o0 opueHtanmu u 1uBere B I[I3K (Mopmenu 1-2) He
BOCIIPOM3BOJIAT MHOTHE JAeTanu (PyHKIMOHUPOBAHUS HEHWPOHOB, B MEPCIEKTUBE
MpeAroaraeTcss MOCTPOUTh Ha ocHoBe Mogeneir 1-2 OuMoU3MYECKH AECTAIBHYIO
mozens [I3K ¢ yd4eToM KHMHETHMKM HMOHHBIX KaHAJIOB M MPOYMX BaXHBIX CBOWCTB
HelipoHa. BociponsBecT TOHKME HEMPOHAJIBHBIE CBOMCTBA B MOIYJISIIUOHHON MOJENIH
MO3BOJISAET MOIX0] Ha ocHOBE pedpakTepHoit uioTHOcTH CBRD [Chizhov, 2014].

JIro0ast momynsumoHHast MOJIENIb OCHOBBIBAETCSI HA MOJICTH HEHpPOHA, TI03TOMY HYKHO
UMETh B pPacHOpsHKEHUH MOJENIb HEWpOHa, KoTopas Obl BOCHpPOM3BOAMIIA BCEe T€ 3((HEKThI
AKTUBHOCTH HEHpOHA, KOTOphIC YacTo HaOMromaroTcst B dKkcrepumente. Kak yxke ObLIO
OTMEYEHO B pazzene 2.3, cymecTByOT Tpu dhdekra HelipoHa (OBICTPO WHUIIUALIUH

[T/, BapnabenbHOCTH MOPOTOB M YMEHBIICHHS HAKJIOHA YaCTOTHO-TOKOBOM KpUBOM
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HEeHpoHa Mo IeHCTBUEM IIYHTHUPYIOUIETO TOPMOXKEHHUS ), IPUPOa KOTOPBIX HESICHA, U
KOTOpbIE HE BOCIPOM3BOAATCS KaKOH-IHOO M3 Mojeneil HellpoHa OJHOBPEMEHHO
[Chizhov et al., 2014]. C nenbto uzydeHus 3Tux 3G(PEKTOB U MOUCKA MOIXOAIICH
MoJienH ObUT COCTaBJEeH pPsii MPOTOKOJOB. Jlanee onucaHbl MOJyYE€HHbIE PE3yJIbTaThl
AKCIIEPUMEHTAIBHOTO HCCIEOBaHUs U TpejiaraeMas Moy (peHOMEHOIornuecKas

MO/IeJIb, BOCIIPOU3BOAAIIAs Bce TpHU dddekra.

4.3.1 D¢ dexTnl Je1eHNs IIYHTHPYOLIETr0 TOPMOKeHHsl, ObIcTpoid mHMuuauuu 11/

U Bapua0eJIbHOCTH MOPOroB MUPAMMIHOI0 Hel{poHa

J1J1s SKCIIEpUMEHTAIBHOTO UCCIIEIOBAaHUS ObUIH BHIOpaHbI MUPAMUAHBIE HEHPOHBI
Ha cpe3ax mpedpoHTaIbHOM KOphl Kpbickl. Ha puc. 4.20a mpuBeneH npuMmep craiika
HEeHpOHa, 3apEeruCTPUPOBAHHOTO MPU MHKEKIIUHM TOKA B KJIETKY METOAOM MHaTy-KjaMI B
KOH(UTrypauu «uenas KIeTKa» B pexuMe ¢ukcauun Toka. Popma chaiika
CBUJIETENbCTBYET O ObicTpod wunHummanuu IIJ[ B 3apeructpupoBaHHOM HeEHpoOHE,
aHAJIOTUYHO IKCIIEPUMEHTAIbHBIM JIaHHBIM 1n vivo [Naundorf et al., 2006], mockonbKy
HabIo1aeTcs pe3kuil u3rud B o01acTu mopora.

Uto6s! onpeaenuTsh 3G (HEeKT LIyHTUPYIOIIETO TOPMOKEHUSI Ha YaCTOTHO-TOKOBYIO
KPUBYIO TUPAMUIHOTO HEMPOHA MCIOJIb30BAJICS MTPOTOKOJ B PEKUME TUHAMUYECKOTO
naTyY-KJIaMIla aHaJOTUYHBIN MPOTOKOIY NocTpoeHus Q-gomMeHa (pazzaen 3.3). Otiuuue
COCTaBWJIM BBIOpAHHBIE JUTMHA CTYTIEHbKU CTUMYJISILIMK, CIIOCOO pacyera cTallioOHapHON
4acTOThI CIAHKOB M BU3yaIU3alusl JaHHbIX. J{JMHa cTyneHbKu 3s 1 crocod pacueTra Kak
YHUCJIO CIANKOB 3a MOCJEAHIO CEKYHy CTUMYJISIIUUA ObUTH 3aMMCTBOBAHBI U3 PaOOTHI
[Fernandez, White, 2010]. [ns Bu3yanu3anuu JaHHBIX MO JEHCTBUIO MIYHTUPYIOIIETO
TOpPMOXKEHHUs (K mpumepy, puc. 4.20¢) CTpOUIINCh YaCTOTHO-TOKOBbIE KpUBbBIE HEMPOHa,
COOTBETCTBYIOUIME pPA3IUYHBIM 3HAUYEHMUSIM CHUHANTUYECKOW mpoBogumoctu. Kak
neMoHcTpupyer puc. 4.20c, AOMOJHUTENbHAA MPOBOJUMOCTh S YMEHBIIAET HAKIOH
4aCTOTHO-TOKOBOM KPUBOH v-u (Y HEKOTOPBIX 3apETUCTPUPOBAHHBIX HEHPOHOB 3P PeKT
okazaincs ciabee). Habmrogaemsblii 3pPekT ymMeHbIIeHUs HAKJIOHA YaCTOTHO-TOKOBOM
KpUBOM MOJ JNEHCTBHEM IIYHTHUPYIOLUIEIO TOPMOXKEHHUS HM3yyascs Takxke B padoTax
[Fernandez, White, 2010; Graham, Schramm, 2009] u Ha3Ban 3(dexkToM aeneHus.

DddekT neneHust MokeT ObITh 00bICHEH AHaMuKou mopora reneparuu [1/] [Chizhov
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et al., 2011]. Takoe oOBsicHeHHE coriacyeTcs U ¢ mpeanoioxkennem Fernandez, White

[2010] o TOM, 4TO MIyHTUPYIOIIAs IPOBOJUMOCTD ITOBBIIIAET MOPOT CIIAMKa.
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Puc. 4.20 ®opma cnaiika (a), BapuabenbHOCTh MOPOTOB (b) U 3hdext neneHus (c)
MUpaMUHOTO HeipoHa. YacToTa CHalKoB pacCUMTHIBAIACh KaK YHUCIO CHAHKOB 3a
MOCJICIHIOI0 TPETh BPEMEHH CTUMYJISIMU, JIEJIEHHOE Ha COOTBETCTBYIOIIEE BpPEMs
CTUMYJISIIIUU. YaCTOTHO-TOKOBBIE KPHUBBIE OBUIM TMOCTPOCHBI TPH TPEX 3HAYCHHUSIX
JOTIOJIHUTENbHOU TIpoBOAUMOCTH §, 0, 4 U 7 B €IMHUIAX BXOJHOW MPOBOJUMOCTH.

KpacubiMu Toukamu B b orMeueHsl moporu renepauuu [1/]

JUis 3aperucTpUpOBaHHBIX MUPaMUIHBIX HeWpoHOB (puc. 4.20b) xapakrtepHO
MOBBILLIEHUE TIOpOra B OOpaTHOM KOPPEISUUU C MEXKCIAMKOBBIM HMHTEPBAIOM. DTO
HaOJII0JICHUE CBUJETEIBCTBYET O 3aBUCHUMOCTH IMOporoB reHepauuu IIJ[ or umcna
MHAKTUBUPOBAHHBIX HATPUEBBIX KaHaOB. UTOOBI Oosiee MOAPOOHO MCCIIENA0BATH ATY

3aBUCHUMOCTb, OBLJT COCTaBIICH MPOTOKOJ B pexkuMe (prkcannu noteHnuana (puc. 4.21a),
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B XOJE€ KOTOpPOro HEHWpPOH cHayana jaenoyisipu3oBbiBaiu a0 30 mV cTyneHbKou
MOTEHIMaNa JIUTEAbHOCThI0 200 ms 71 MOJTHONM MHAKTUBALIMM HATPUEBBIX KAHAJIOB.
3aTeM MeMOpaHy runepnospuzoBain 10 -80 mV, yToOBl BOCCTAaHOBUTH KaHAJbI OT
ObicTpoil mHakTuBanuu. [locne rumepnoyisspuszaliu MOJaBalCid pami MOTEHIHAla C

pa3IUYHOM 3aJ€pKKOH 7, (i - 3TO HOMEP IPOTOKOIIA). B HEKOTOPBIN MOMEHT BO BpeMs

paMIia HaTpUEBbIE KaHAJIbl AKTUBHPOBAIINCH, YTO NPOSABISIIOCH B BHUJIE ITyJIbCa TOKA.
3HavyeHHE MOTEHIIMAaNla, COOTBETCTBYIOIICE HAYAIIBHOMY MOMEHTY MyJibca (KpacHBIM
KpPY>KOK Ha BepxHeM rpaduke puc. 4.21a) —3To mOpor akTUBALUK HATPUEBBIX KaHAJIOB.

[Tosmyuaemast B pe3yJipTaTe 3aBUCUMOCTD I10OPOTa OT 3a7iepKKH 7; (puc. 4.21b) KOCBEHHO

OTpakaeT 3aBUCUMOCTh AKTHUBALMU HATPUEBBIX KaHAJIOB OT COCTOSIHMS MHAKTUBAIUU.
JUis  OGONBIIMHCTBA 3alMCaHHBIX HEMPOHOB XapaKTEPUCTUUYECKOE BpeMs TaKol
3aBUCUMOCTH ObuIO opsiaka 10 ms, mopor BapbupoBascs B auanazone 10 mV. B nenowm,
ATH pe3yibTaThl CIyXaT B 3aIIUTY HPEINOJIOKEHHS O CBA3M 3(dekra aeneHus u

BapualOeILHOCTH MTOPOTOB C MEUICHHOM MHAKTUBAIIMEH HATPUEBBIX KAHAJIOB.

- — — Pyramidal neuron, in vitro — - - -
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Puc. 4.21 3aBUCUMOCTb MTOPOTa AKTUBAIMHA HATPUEBBIX KAHAJIOB OT MHAKTHUBALKM. a Ha
BEpXHEM Tpaduike IpUBEIEH MPOTOKOI CTUMYJISIIUU TIPH TPEX 3HAYCHHUSIX T METOJIOM
MaTy-KJaaMIl B pexxume (PUKCaAIlMy MOTEHIINANIa, Ha HUKHEM rpaduKe perucTpupyembie
TOKH, KPAaCHBIMH KpPY’KKaMHi 0003HAaYE€HbI MOMEHTHI aKTHBAIlUA HATPUEBBIX KaHAJIOB; b

IMOJIYUCHHAas B pC3yJIbTAaTC 3aBUCUMOCTD ITOpOra crayka ot BPCMCHHU 3aACPIKKHU paMIia
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4.3.2 Mope/ib HaTPHEBbIX KAHAJIOB, 103BOJIAIOLIAS BOCIIPOU3BECTH 3(PPEeKTHI
nesienusi, ObicTpoil uHMuuanuu I1/{ u Bapuade1bHOCTH MOPOTrOB B OTHOM MO/IeJIH

HellpoHa

Wrak, ecnu Ui mupamMUAHOTO HeipoHa xapakTepeH 3(G(dEKT [eNeHus, TO
Ha0JIt0/1aeTCsd OH OJHOBPEMEHHO C JBYMS JIPYTMMH SBJICHUSIMH, BapHaOeIbHOCTHIO
noporoB u OsicTpoit nauIManuei [1/1. B To ke Bpems, cmotpute [Chizhov et al., 2014],
HU OJ/IHA U3 CYILIECTBYIOIINX MOJeNiell HelpoHa He BOCIIPOU3BOIUT OJHOBPEMEHHO TPU
addexra. [lockonbKy pe3ynbTaThl SKcriepuMeHTa (paszaen 4.3.1) yka3bIBalOT Ha CBS3h
s dexra geneHus u BapuadeTbHOCTH MTOPOTOB ¢ MEVICHHOW WHAKTUBAIIMEH HATPUEBBIX
KaHaJIOB, TO BO3HHMKJA H/€Sd MPOBEPUTH HAa MOJENH, IMO3BOJIUT JIM YUYET 3aBUCUMOCTH
CO-nepexo/ia HaTPUEBBIX KAHAIOB OT MHAKTUBAILMU PEaIN30BaTh HA MOJEIU BCE TPU
sbdekra. B mogenu tuna XoKKUHA-XaKCIU 3aMEHWIM YPAaBHEHHUS, OINHKCHIBAIOLIUE
KMHETUKY HaTpUEBOrO0 TOKa. 3aMEHWJIM HMX Ha MapKOBCKYI0 MOJENb C TpeMms
COCTOSIHUSIMA HAaTPUEBOIO KaHaila, JONOJHUB ee 3aBucuMocTbhio CO-mepexona OT
nHaktuBaiuu (paszgen 3.5). Kak noka3ano Ha puc. 4.22, pa3BuTasi MOJENIb HEHpPOHA C
yuetoMm 3aBucumoctd CO-mepexofa HAaTpUEBBIX KaHAJOB OT WHAKTUBALUU
BOCIPOU3BOIUT 3(D(EKT JeNieHrs MIYHTUPYIOLIErO TOPMOXKEHUS, BapuadebHOCTh
MOporoB M ObICTpyto mHUIManuio I[1/I. 9To MOXXHO cUMTaTh BTOPBHIM apryMEHTOM B

3alIUTYy TUIIOTE3bI O CBA3HU 3(1)(1)€KTOB C MGI[HCHHOﬁ I/IHaKTI/IBaHI/Ieﬁ HAaTPUCBBIX KaHAJIOB.
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Puc. 4.22 Mogens HeHpoHa, B KOTOPOW peaau3oBaHa 3aBUCHMOCTH IEpexojaa
HaTPUEBBIX KAHAJIOB U3 3aKPBITOIO COCTOSIHUS B OTKPBITOE OT MEIJICHHON NHAKTUBALUH.
a mpuMep craika B OTBET Ha CTYNEHBKY TOKa (IEMOHCTPHUpPYETCS pe3Kui u3rud Ha
HayaJlbHOM CETMEHTE CcIaiika); b mnpumep cnailik-TpeliHa (IEMOHCTPUPYETCS
BapuabeNbHOCTh MOpOroB). KpacHbIMH TOYKaMH OTMEYEHBI IMOPOTH CHAMKOB; €
3aBUCHMOCTB mopora resepauuu 11/ oT 3amepxku pammna, DOCTPOECHHAs] aHAJIOTUYHO
AKCIIEpUMEHTAIbHOM  3aBucuMoct  puc. 4.21b  (gemoHcTpupyeTcss  CBs3b
BapuabeNbHOCTH MOPOrOB U MEJJICHHOM MHAKTUBALMH); d 4aCTOTHO-TOKOBBIE KPUBbIE
MOJIETTBHOTO HEHpoHa NpH JBYX 3HAYEHHSIX MPOBOAUMOCTH S (IEMOHCTPHUpPYETCS

b ekt neneHus)

Bce Tpu sddekra MOryT wWrparh CyImEeCTBEHHYIO pOJIb B IMOMYJISITHOHHBIX
nporueccax, B ToM uuciie B oopadorke nnpopmanuu B [13K. Xots pazpaboTanHbie B
paMKax auccepTarmoHHoW paboTel Moaenu 1-2 06paboTku mHbOpPMAIMU O I[BETE U

opuenTaiuu B [13K He yunThIBalOT TOHKHE HElpOHANIbHBIE CBOWCTBA, pa3pabOTaHHBIH
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HEJaBHO TMOJXOJ K MOJCIUPOBAHUIO TMOMYJSIUOHHOW aKTUBHOCTHM Ha OCHOBE
pedpakreproit mwiotHocTH [Chizhov, 2014], BeposTHO, TTO3BOJIUT B OyAyIIEM Y4eCTh
3TH 3 (PEKTH U ONpeeNuTh UX poiib. [ T1aBHBIN BBIBOJ, KOTOPBIM MOXKHO clienaTh 1o
pe3ysibTaTaM OMMCAHHOIO MCCIEeIOBAaHUS HA KIETOYHOM YpPOBHE, 3aKIIIOYAETCS B TOM,
YTO MOCKOJBKY 3P (EKT NesIeHNs UIYHTUPYIOUIET0 TOPMOKEHUsT HAaOMI01aeTcsl AalleKo
HE y BCeX HEHPOHOB, TO OH HE MOXKET UrpaTh OOJBIUIYIO POJib B (PYHKIIMOHUPOBAHUHU
KOpbl. B TO e BpeMs, 3TO HEe €AMHCTBEHHBINH 3(PPEKT NIYHTUPYIOIIETO TOPMOKECHHUS,
MO3TOMY B ILIEJIOM JEMCTBUE HIYHTUPYIOIIETO TOPMOXKEHUS OblI0 yuTeHo B Mozenu 2.
JlpyruM BBIBOJIOM SIBJISETCS TO, YTO B OYyIyIlleM, €Clii BO3HHUKHET HEOOXOJWMOCTh
noctpoenust moaenu [13K ¢ moapoOHbIM Bocipon3BeIeHHEM KHHETUKA HOHHBIX TOKOB,
TO TakKas MOJIEJb JOJKHA TAKKe YUYUTHIBaTh U 3aBUCUMOCTh CO-miepexo/ia HaTpUeBbIX

KaHaJIOB OT MHAaKTHUBAaIllH.
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5. 3BAKVIIOYEHUE

5.1 Moneab o0padoTku uHGopManuu 00 OpUEHTAIUN U LIBETE

Ha ocHoBe nuTeparypHbIX JaHHBIX OblIa cpopMyIupoBaHa TMIIOTE3a O TOM, KaK

I13K mpeoOpa3yeT curHan o I[B€Te, U 3aTeM OHa OblIa peanu3oBaHa B Mogjensx 1-2.

CornacHo rumnote3e BaxXHbIMU B (yHkiuoHupoBanuu [I3K sBusiorcs ciemyroiue

cBoiicTBa HeripoHoB [13K:

1)

2)

3)

4)

Heiiponsr crmoeB 2/3 TI3K pasnmenensr Ha aBa kimacca, CS u Cl. Ilpuuem
MO/IaBIIAIOIIEE OOJIBIIMHCTBO ATUX HEHPOHOB SBJISIFOTCS
OpUEHTAIIMOHHO-YyBCTBUTENbHBIMU [Johnson et al., 2001; Economides et al.,
2011];

CS mnetiponst crnoeB 2/3 B II3K kmacrepusoBanbl, 0071a1al0T CTaOUILHOMN
HacTpoiikoi Ha oauH (JTr000i1) oTTeHOK 1BeTa [Hass, Horwitz, 2013; Xiao et al.,
2007]. Knacrepuzanus CS netipono 13K cnocoGcTBYeT mpocTpaHCTBEHHOMY
Pa3JI0KEHUIO LIBETOB B HEMPEPBIBHBIN ciekTp [Xiao et al., 2007];

Yucno useroBbix 01000B B [I3K cpaBHMMO € 4YMCIOM OpUEHTAI[MOHHBIX
runiepkosioHok. OauH  [[b cyliecTBeHHO MeHbIIe 1O pa3Mepy, 4YeM
TUINEPKOJIOHKA, W JIOKAJIW30BaH OOBIYHO B OJHOM WM HECKOJbKHX
ONMM3NIeKAIUX OPUEHTAIMOHHBIX KooHkax [Lu, Roe, 2008]. Ha ocHoBe 3Tux
IKCIIEPUMEHTAIBHBIX TAHHBIX MOXHO 3aKIIOUUTh, 4TO BiausiHue Cl HelipoHOB
Ha CS cymiecTBeHHO, TOrJa Kak OOpaTHOE BIIMAHHME HE3HAUUTEIBHO. JTO
TaKke cornacyercs ¢ 3akmrodeHueM Friedman et al. [2003] o Tom, uTo
opueHTanmoHHas uzduparenbHocTh B [I3K He 3aBHcHT OT 11BeTa;

Cpenusis MOMyJSIMOHHAs aKTUBHOCTH BbIlIe B Kiactepax CS HelipoHOB (B
1), uem BHe ux [Economides et al., 2011]. B monenu cymmapHsbIii BXOAHON
curHan nonyysiiud CS HEMpOHOB MOXKET OBITh MHOTO BBIIIE, YEM TaKOBOU
nonyysanuu Cl HelpoHOB, MOCKOJAbKY CS HEHPOHBI IONY4YaroT BXOJIHOMN
curtan ot CI HelipoHOB U OMMOHEHTHBIX HEHPOHOB (Taamyca u CS;, pasaen

2.1.2).

Baxxnoii ocobenHocThI0 Mogeneit 1-2 sBisieTcss 3aMKHYTasi B KOJIBIIO CTPYKTypa

cetu (CS wueiiponoB onHoro 1[b) B mpocTpaHcTBe 11BeTa. Takas cTpyKTypa MO3BOJISIET
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n30exatb rpaHndHbIX 3G dexToB (pasznen 4.1.5), a UMEHHO, 3aBUCUMOCTh KaXKyIIErocs
OTTEHKA OT HACBIIIEHHOCTH 1IBETA CTUMYJIA.

He meHee BaXkHy10 pOJIb UTPAEeT NPEACTABICHUE LIBETOBOTO BXOIHOTO CUrHaia. B
Mogensax 1-2 ucnons3yercs DKL 1BeToBoe mnpocTpaHCTBO, KOTOPOE IO3BOJISIET
npeobpaszoBarh R, G, B curnan (ypoBHsi KoJ004YeK) B ONMIMOHEHTHBIN cUTHAN (YPOBHS
rauriano3ubix kietok cerdatku, HKT, CS; [13K) u 3arem B HempepbIBHBIA CUTHAI,
nocrynatomuid Ha Bxoa B LIb, npu ¢ukcupoBaHHOW SPKOCTH U HACBIIIEHHOCTH.
Curnainbl 00 OpUEHTAIMH U 1IBETE CMEIINBAIOTCS TOJIbKO Ha Bxoze B LIb.

Oddext useronocrosinctBa [Land, McCann, 1971] peanusyercs MoIenbl0 1O
nocTpoeHuto. MexaHusMm peanuzanuu 3Qp¢ekra B 3pUTEIIbHON CUCTEME CII0KEH, HesICEH
Y, COOTBETCTBEHHO, HE OTPAKEH B MOJICIIH.

Cnenyer ormerutb, 4yto Moxenn [-2 He y4HMTBIBAIOT NPOCTPAHCTBEHHYIO
pacnpeneneHHocTs.  Jas Toro d4roObl MOCTPOUTH paclpeieNieHHYI0 MOJENb,
HeoOxoauMbl JaHHble O cuie cBszed Mexnay CS neiiponamu LB, koTopeie Ha
CEerOJHAIIHUM JI€Hb OTCYTCTBYIOT. Mogenun 1-2, kak MHHUMYM, TO3BOJISIOT
ucciaeaoBaTh 00OpabOTKy CHUTHajda O MPOCTPAHCTBEHHO OJHOPOJHOM cTuMyse. B
JKCIIepUMEHTaIbHOM padoTe [Xiao et al., 2007], koTopas jierjia B OCHOBY MOCTPOCHHS
Mogpenei 1-2, uBeroBasi KapTa KOpbl CTPOHJIACH TOJBKO B OTBET HA OJHOPOJHBIA 1O
1BETY cTUMYJ. Bo3MoHO, Takas ke GyHKIIMOHANIbHAS apXUTEKTypa KOPbI XapaKTepHa
Y IIpU OTBETE Ha pacipeiejIeHHbIA CTUMYIL.

MaremaTuueckuii ananu3z Mojgenu 1 MoxkeT ObITh BO MHOTOM 3aMMCTBOBAH U3
UCCIIeIOBaHUM Kilaccuueckou ring-moaenu. Otnnuue ypaBuenus st CS nomyisiiuu B
Mopenu 1 oT Ki1accH4YecKol ring-MoeNii COCTaBIIAET BXOJHOM CUTHAII 00 OpUEHTALINH,
U OHO HE MPUBOAUT K KAaUYECTBEHHBIM HM3MEHEHMSIM pPEILIEHUs, OJHAKO B KOHTEKCTE
o0paboTku uHGOpMALMK O IIBETE MMEET HEKOTOpble MHTEPECHBbIE HHTEPIpPETAIUU.
CoracHo pe3ynbpTaTaM ucciieqoBanusg Mojens | npencka3pIBaeT Cleayroliee:

1) Bxox B LIb He muckpeTHbIN (TO €CTh COCTOSIIIMMA U3 JBYX Y3KOHACTPOEHHBIX
onmnoHeHTHBIX curHaioB RG u BY), a anamoroBblii, uTo corjacyercs c
paboramu [Xiao et al., 2007; Hass, Horwitz, 2013];

2) Ortset LIb Ha 1BEeTHON OpHEHTHPOBAHHBIN CTUMYJI CYIlIECTBEHHO CHJIbHEE, YEM
Ha [BETHOM HEOPUEHTHPOBAHHBIM. OTO  TaKXKe  COrjacyercs ¢

MIPEAIoIOKEHHEM B AKCIIepUMeHTalIbHOM padote [Friedman et al., 2003];
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3) B orBer Ha cepblii HEOPUEHTHUPOBAHHBIM CTHUMYJ B 3aBUCHUMOCTH OT
MapamMeTpoB  PEKYPPEHTHBIX B3aUMOJIEHCTBHM BO3MOKHO T'OMOT€HHOE
pemieHue (Korga HaOMIOAaeTcs OJHOPOAHOE pacipelielieHHe aKTUBHOCTU O
HEHpOoHaM) WIIM MapKUHAJIbHOE (KOT1a BO3HUKAET MPEANOYTEeHHE HEKOTOPOTO
1BETa W/WJIA OPUEHTAIIMH), HO TaKXe €CTh OoJblas 00JacTh aMIUTUTYIHOU
HECTaOMJILHOCTH (MOJIeJIb HE MMEET KOPPEKTHOI'O PEIICHMs) Ha IJIOCKOCTU
napaMeTpoB, I/ie MOJENb HE UMEET KOPPEKTHOTo pelieHud. [Ipu 3HaueHusx
napaMeTpoB M3 TOMOT€HHOW o0yiacTh mpoduib AaKTUBHOCTU KaueCTBEHHO
MOX0K Ha BXOJI, U3 Map>KUHAJIBHOU — MOJIENIb UMEET HEOAHOPOAHBIN PODUITH
aKTUBHOCTHU A1 Kaxkaoro LIb ¢ ogHUM mUKOM B ciiy4yailHO BHIOpaHHOM (Iist
kaxgoro Ilb cBoeit) koopaunate. Ilpuuem, OpHUEHTHUPOBAHHBIA BXOJ
CYILLIECTBEHHO YCHUJIMBAET HEOJHOPOJHOCTh pacipeieieHus: akTuBHOCTH B 1B,
MPEeANOYUTAIONIE OPUEHTALMI0 CTUMYJA, U B LIEJIOM CETh BHIOMpAET OJUH
LIBET;

4) B orBer Ha JABYLUBETHBIH CTUMYJ BO3MOXKHBI TPU THUIIA PEUICHUS: MPHU
napaMeTrpax M3 TOMOT€HHOW 00JacTH MpoQuiib aKTUBHOCTH KaueCTBEHHO
MOX0XK Ha BXoJX (TO ecTh JBa ropba ¢ MHKaMH, COOTBETCTBYIOUIUMHU
KOOpJMHATAM CTHUMYJIa), TIPU TMapaMeTpax W3 MapKUHAJIbHON 00JacTH CeTh
HACTpauBaeTCs Ha LIBET UM MEX]y [IBETAMHU CTUMYJa, UJIU HAa OJUH U3 HUX.

Mopnens 2, B KOTOpPOW ydYTE€Ha CHHANTHYeCcKass KWHETHKA M JMHAMHUKa
MOMYJISIUOHHON YacTOThI, MOATBEpAMIa d(P(PEKT NBYLUBETHON CTUMYJISUUU U 3PPeKT
YCWJICHHS OTBETa Ha LBETHOM CTUMYJ TNpU Hadu4uuu opueHtauuu. llpum
HEOPUEHTUPOBAHHOM CepoM cTumysie Mojenb 2 uMeeT pelleHHe OJHOTO M3 JIBYX
TUIIOB, Map>KUHAIbHOE WM roMoreHHoe. COOTBETCTBEHHO, POCTPAHCTBO MApaMETPOB
Mopnenn 2 pasneneHo Ha JBe o00iacTd, o0JacTb aMIUIMTYAHOW HECTaOMJIbBHOCTH
orcyTcTByeT. B oriimune ot Mogenu 1, Mogens 2 umeer Map>KMHaJIbHOE PEIICHUE B
BHJIe OeryIiiel BOJHEIL.

Takum oOpazom, pa3paboTaHHasi B paMKax JAUCCEPTAIMOHHON pabOThl MOZEIb
o0paboTku uHpopmanuu 06 opueHtaruu u 1Bere B [13K, BocpousBoauT Hanboee
3HaYUMBbIE€ SKCIIEPUMEHTAJIbHbBIE JaHHbIE, [TO3BOJSET pa3pelluTh UX MPOTHUBOPEUUS U
naetr psn npeackazaHuid. [lmanupyercs nanbpHellnee pa3BUTHE MOJENH, B TMEPBYIO

o4epellb, HAIIPABICHHOE HAa YYET MPOCTPAHCTBEHHON paCcIpe/IeICHHOCTH.
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5.2 Isyxnapamerpuyeckas I/O ¢pynkuus HelipoHa

B pabGore Obula BmepBble MOCTpOEHA M H3yuyeHa JAByxmHapamerpuueckas [/O
byHKIMs ~ HeWpoHa, COpaBeAduBasg B Cily4yae  MOTEHIHAJ-HE3aBUCHUMOCTHU
cuHantuueckux npoBoaumocteii (AMPA, GABA). ®yHkuus mnpeacTaBiisiia coOoi
3aBUCUMOCTD V-U-§ CTAllMOHApHOM yacToThl reHepauuu 1] oT mapameTpoB Bxoaa, TOKa
U TPOBOAUMOCTU. Pe3ynbTaThl 3KCHEpUMEHTa W MOJAEITUPOBAHMS COIJIACYIOTCA U
CBUJETENIbCTBYIOT O TOM, YTO JIONOJHUTENbHAs MPOBOJUMOCTb CYKaeT M CABHUTaeT
YaCTOTHO-TOKOBYIO 3aBUCUMOCTb, @ 3HAUUT, PACCMOTPEHUE oJIHONapaMeTpuueckoit /O
GyHKIIMY HeMpoHa HETOCTaTOYHO. BayKHBIM BHIBOJOM SIBJISIETCS TAKXKE TO, YTO 00JIACTh
CHailkOBOM aKTUBHOCTH Ha MJIOCKOCTH MapamMeTpoB (u, §) KOHEUHa.

JInHeWHbIN y4acTOK JIEBOM rpaHullbl {2-T0MEHa HEHWpOHa MOXKHO npeacka3ath LIF
MOJIETIbIO0, B KOTOPOM 3aJaTh 3HAYEHUs MapaMmeTpoB 3Toro HeWpona. Ilpu Goibimmx
3HAYEHMIX POBOJUMOCTH § JieBas rpaHuna (d-nomeHa otkionsercs ot LIF, BeposaTHO,
ATO OTKJIOHEHUE OOBSICHSAETCS CIEIYIOMMMHI MpeArnojaraéMbIMU MeXaHHW3MaMu
IIYHTUPOBaHMUS:

1) moporoBbIil NOTEHIMAN B PEXKUME CTallMOHAPHOM reHepaliy CIiailkoB pacTeT ¢
JOTIOJIHUTEIBLHOM MPOBOJUMOCTBIO S, TaK KaK UIYHTHUPOBAHUE 3aTPYAHSIET aKTUBAIUIO
HaTtpueBblx kaHanoB [Platkiewicz, Brette, 2010]. A mnpu OosbIIeM MTOPOTOBOM
MoTeHIMane Tpebyercs OONBIINK BXOTHON TOK, TOITOMY JieBas TpaHuia Q-IO0MeHa
HAKJIOHSIETCSl TPU JIOTOJHUTENBbHON mpoBoauMocTH. [Ipoune acmexkThl BIUSHUS
BapuabenbHOCTH moporoB Ha I/O ¢yHKIUMIO HEHpoHa paccMaTpUBalIMCh B padoTax
[Platkiewicz, Brette, 2010, 2011; Fontaine et al., 2014; Chizhov et al., 2014];

2) [NONOJHUTENbHAs MPOBOJUMOCTb S YMEHbBIIAET PENoJIAPU3aALUI0 M, Kak
CJIEJICTBUE, 3aMEMJIseT JIEMHAKTUBAIMIO HATPUEBBIX KaHaioB. [loaToMy Tpebyetcs
Oonpmmii Tok ans reHepanuu I1J[; cooTBeTcTBEHHO, JieBas TIpaHuua (2-A0MeHa
HAKJIOHSIETCS TIPU JOTIOTHUTEILHOM S.

[IpaBass rpanuma )-momeHa oOyclIOBJIEHA JEHOJISPU3aLMOHHBIM OjokoM. B
MOJIETH ACTOISPU3AUOHHBIN OJIOK MPOUCXOAUT IPU MEHBIIUX TOKaX, TO €CTh MpaBas
rpanuna  )-7OMEHa CMeIIaeTcsi BJIEBO IPU  YMEHBIIEHHMH  MaKCHUMallbHON

IMPOBOJUMOCTH KAJIMCBBIX KaHAJIOB.
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[Ipu BeIOOpE MoAeny 1 u3yyeHus /O pyHKIIMU OCHOBHOE BHUMAaHHUE YIENSIOCh
MPOCTOTE W CXOXKECTHU C HEHPOHAMH, 3apETUCTPUPOBAHHBIMH IKCIIEPUMEHTAIBHO. B
uTore, ObITa 3aMMCTBOBaHA OTHOCUTENBHO MPOCTAsi MOJEIh THUMAa XOKKHHA-XaKCIn
u3 pabdotel [Yu et al., 2008], koropas OblIa MJOMOJHEHA KAJIUEBBIM TOKOM,
BBI3BIBAIOIIUM Il TAINIo0 craiikoB. [1o ¢opme craiika v THUITY aganTaiy 3Ta MOJIEIb
MOX0Ka Ha 3apETUCTPUPOBAHHBIC MHPAMUIHBIE HEHPOHBI, TOT/a KaK MaKCHMallbHas
9acToTa y MOJCIBHOTO HEWpOHAa TpPH COXPAaHEHUH OPUTHHAIBHOW TMPOTIOPIHH
MaKCHUMAJIbHBIX MPOBOJMMOCTEH HATPUEBHIX M KaJHEBBIX KaHAJIOB OKa3aJach BBIIIIE.
MaxkcumanbHyl0 YacTOTy OTBETa B MOJEIA MOXHO YMEHBIINTh, W3MCHUB
MaKCHUMAaJIbHBIE TPOBOJAMMOCTH HATPHUS W KalWsi, HO TPU ATOM ¢GopMma CIalKOB
CTaHOBUTCSl HEPEATUCTHYHOW, YTO CBHJICTEIBCTBYET O PACXOXKICHUM MOJACTH W
sKcniepuMeHTa. Ha Monmenn ObUTO TpaHaTM3MPOBAHO BIHMSIHHE M3MEHEHUS OCHOBHBIX
napametpoB Ha I/O pyHkumro.

O¢ddextsr  mpoBOAMMOCTEH MOTEHIMATI-3aBHCHMBIX HMOHHBIX KaHAJIOB Ha
rerepanuio [1/] ”HTEHCHBHO UCCIIEAOBAINCH KaK AKCIIEPUMEHTAIBHO, TaK U B MOJICIH,
HO TOJILKO B ciiydae omHomapamerpuueckoil /O dynkumu [Gunay et al., 2008;
Kispersky et al., 2012]. lannsle nns AByxXnapameTpudeckol (QyHKIHMU IMOJYYEHBI B
HacTose pabore U mpuBeAeHbl B pazzgene 4.2.2. [Ipyrue nurepaTypHble JaHHbIE,
TEOPETHUYECKNE JaHHBIE 10 JCHUCTBUIO TPOBOJMMOCTH HATPUEBBIX KAaHAJIOB,
npotuBopeunBsl: B pabore [Kispersky et al., 2012] yTBepkaaercsi, yTo yBelIHYEHUE
HATPHUEBOU MPOBOJAUMOCTH HAKIIOHSET V-u KpUBYIO, Toraa kak Lundstrom et al. [2008]
JEMOHCTPUPYIOT, YTO YMEHBIIECHHE MPOBOJUMOCTH HATPUEBHIX KaHAJIOB MPUBOIUT K
HaKJIOHY V-u KPUBOW M TOHWXEHHUIO TOpora Aemnojisspu3aliioHHoro Osjoka. Hamm
pe3yabpTathl coriacyrotTcs ¢ Lundstrom et al. [2008] mpu HyJIeBOM 3HAYEHUHU § U
JOMONHAIOT uHpopMauueid 00 ocHOBHOM dddexrte Ha nNONHBI Q-TOMEH:
MaKCHUMaJIbHasi TPOBOJUMOCTD S, MPH KOTOPOW HAOIIOAAETCsl CIAaKoBasi aKTUBHOCTD,
YMEHBIIAETCS] TPH TIOHW)KCHUU TPOBOAMMOCTH (A TaKkKe M TOTEHIHAlla PEBEPCHH)
HATPUEBBIX KaHAJIOB.

Prescott et al. [2006] meTogaMu AMHAMUYECKOTO MATY-KJIaMIa U MOJCITHUPOBAHUS
MOKa3aJId, YTO HIYHTUPYIOMIAs MPOBOIUMOCTH YBEIHMYMBAET TOK peo0asbl, TO €CTh
CIIBUTAET V-1 KPUBYIO BIIPABO, OJJHAKO MOJHBIN (2-T0MEH He paccMaTpuBaics. ekt

caBura peo0as3pl MOATBEPAUIICS M B HAIIEM HCCIEIOBAaHWU, B IKCICPUMEHTE U B
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Mozensx tuna XoxkuHa-Xakeau u gaxe LIF. Menee oqno3naunbli 3G hexT aeneHus
UIYHTHUPYIOIIETO TOPMOXEHHsI OoJjiee TOAPOOHO pacKpblT B pazaene 4.4, Takxke
cmotpute [Fernandez, White, 2010; Fernandez et al., 2011; Graham, Schramm, 2009;
Chizhov et al., 2014].

Ha /O ¢ynxiuio HelipoHa BIUSIOT TakK€ U KOHLIEHTPAlMUd MOHOB, KaK BHYTpPHU
KJIETKA, TaK U cHapyxku. [Ipu sTOoM wucHoib3yemble B 3IEKTPOPHU3NOIOTHUUECKUX
AKCIIEPUMEHTAaX KOHIIGHTPAlMM STUX HOHOB BO BHYTPHUKJIETOYHOM (KOTOPBIM
HaIOJIHAETCA CTEKJISIHHBIM 3J€KTPOJ) U BHEKJIETOYHOM (B KOTOPOM HAXOJHUTCS Cpe3
KOpbl) pacTBOpax 3HAYUTENbHO BapbupyroTcsi. K mnpumepy, B sKcrepuMeHTax
MaTY-KJIaMIT 4aCTO UCIONb3YIOT PACTBOPHI I 3allOJIHEHUS CTEKJISTHHOTO 3JIEKTpoja €
KOHIICHTpalue Hatpus: HyjneBol [Prescott et al., 2006], 0.3 mM [Demarque et al.,
2004], 4 mM [Fellous et al., 2003], 17 mM [Higgs et al., 2006]. TeopeTtuueckuii aHanu3
BIIMSIHUS KOHIIEHTPALUY BHYTPUKIIETOUHOTO HATpHs (IIPHIIOKEHHE 2) TIOKa3all, 4To Mpu
ee MOHMWKCHUM HaOJII0/IaeTCsl YBEJIIMYEHUE MOTEeHIMalla PeBEpCUU U HE3HAYUTENIbHOE
MOHIKEeHUE MpoBoauMocTU. [lo mpuunHe yBenu4eHHs MOTEHIMana peBEpCU HaTpus
yBEJIMYUBACTCA (2-JOMEH.

JleiicTBUE KOHIIEHTpAallMd BHEKJIETOYHOrO HaTpusi ObUIO 1O aHaJIOTUU C
BHYTPHUKJIETOYHBIM HE TOJIBKO MPEACKA3aHO TEOPETUUECKH (MIPUIIOKEHHE 3), HO, KpOME
TOTO, U IpoBepeHo B 3kcnepuMmenTe (puc. 4.18). [Ipu yMeHblIEeHUN KOHLEHTpALUU
BHEKJICTOYHOTO HATpHUsl TIOHMXKAETCS MPOBOJAMMOCTh UM TOTEHLHMAJI pPEBEPCUU
HaTpHUEBBIX KaHanoB (mpunokenue 3). Kak crienctBue, ymeHblnaercs £-JOMEH.
[locnenHee ¥ MOATBEPANUIIOCH B SKCIIEPUMEHTE.

B mMupoBoii nuteparype cyiiecTByeT 00bII0e KOJIMYECTBO padOT, MOCBSIICHHBIX
s deKTy n3MeHeHus1 TemMrepaTypbl Ha akTUBHOCTh Heilpona [Hodgkin, Huxley, 1952;
Kuang et al., 2007; Vasilenko et al., 1989; Xu, Robertson, 1994; Volgushev et al., 2000;
Radmilovich et al., 2003]. Ilpu noBbllIEHUH TeMIEpPaTypbl YCKOPSETCS KUHETHKA,
MOHM)KAETC TMOPOTOBBIA MOTEHIMaN M MoBbIaeTcs yactora reHepauuu I[1JI. K
npumepy, B padore [Hodgkin, Huxley, 1952] 6bu10 moka3aHo, 4TO Mpu HarpeBaHUU
YBEJIMYMUBAETCS MPOBOJUMOCTh M CKOPOCTh AKTHUBAlMM W HMHAKTHUBALMM HMOHHBIX
kaHanoB. UToObl yuecTh 3TH 3¢ (EKThl, aBTOpPHl BBEIM B MOJIelb HEWpPOHA THUIA
XomKkkuHa-Xakenu teMrepatypHbiid gaktop. Volgushev et al. [2000] nokazanu, 4to

IIpru OXJIAXKICHHHN YBCIWMYMBAIOTCA BXOJHOC COIIPOTHBJIICHHEC W IIHWPHUHA CHaf/'IKOB,
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MOBBIIIAIOTCS TOTEHIIMAN TOKOs W mopor reHeparuu [1J] mupaMuaHbIX HEHPOHOB
3puTenbHON KOpBI KpbIchl. XoTs Volgushev et al. [2000] He w3ydanu cnenuaibHO
addext oxnaxaenus Ha I/O ¢yHKIUIO HEWpOHA, HO TEHICHIMS MOHKEHHS 4aCTOTHI
CIalKOB TMPOCJICKUBAETCA Ha TPHUBEACHHBIX B CTaThe pHUCYHKax. B pamkax xe
HACTOSIIEH MUCCEPTAMOHHON pabOThl OBLI0O M3YYEHO MCUCTBUE OXJIAKICHHUS Ha
MOJIHYIO JAByXmapamerpudeckyo /O dynkuuio HedipoHa. Kak B Mopenu, Tak ¥ B
JKCIIEpUMEHTE HaOII0aeTcsl yMeHblleHne ()-ToMeHa, a TakXke, B COTJIaCuu C
MEPEYNCIICHHBIMA  BBIIIE€ JIMTEPATYPHBIMH JaHHBIMHU, TIOHIJKCHHE YacTOThI U
yYBEJIMYEHNE TUPUHBI CTIAHKOB.

B pa6ote [Hendrickson et al., 2011] oTrmeuaercs, uTo HamboJsiee CHUIbHBIN
AMEKTPOTOHUYECKUN A((PEeKT Ha YaCTOTHO-TOKOBYIO KpPHBYIO 3aKJIIOYaeTcs B
YBEIMYEHU MAaKCUMAJIbHOW YacTOThl W HAaKJIOHE, MPU O3TOM, TOK peoda3bl He
u3MeHsierca. B Hacrosmiel auccepTraliMOHHONW paboTe Ha MOJEIHM HCCIEIOBAICS
anekTpoTroHnueckuit 3dpdexkr Ha mnomnyro /O ¢yHKUIMIO HEWpoHA, TEHACHIIUS
MOATBEpAWSIach. BBIIO cAenaHo 3akiloueHHE, YTO NPH HHKEKIHH TOKa B COMY
AMEKTPOTOHNYECKHUH 3D(DEKT, BEpOSTHO, CIIa0bIi.

B npenpinymux skcnepuMeHTalbHBIX paboTax, cMoTpute 0630p [Silver, 2010],
OTMEYaeTCs, 4YTO IIyM YyMEHbIIaeT TOK peoba3el. [IpoBemeHHoe B pamMkax
JTUCCEPTAIMOHHON pabOThI UCCIIEIOBAHNE, KaK AKCIIEPUMEHTAIBHOE, TaK U Ha MOJICIIH,
MOKa3ajio, 4TO IIyM MOXKET YyMEHBIIATh TOK peo0da3bl, OJHAKO Haubojee 3HAUMMBIMI
sbdext HabMOgaeTCs Ha BeplIMHE ()-TOMEHA: IIYyM YBEJIMYMBAET MAKCHUMAJbHYIO
MPOBOAUMOCTH S (TO €CTh BBICOTY (2-JOMEHA), MIPU KOTOPOIl HabIt0MaeTCsl HEHyJIeBas
4acTOTa CHanuKOB.

Toxu, BBI3BIBAIONIME MEUICHHYIO  QJaNnTalldi0  CIAalKOB, CYIIECTBEHHO
YMEHBIIIAIOT MAaKCHMAaJbHYI0 YacTOTYy M HAKJIOH YacTOTHO-TOKOBOW KpPHBOHM, Kak
MOKa3aHOo Ha MOJIeIAX THMa Xo/pkkruHa-Xakciau [Ladenbauer et al., 2014; Borg-Graham,
1999] u amantuBHOU 3kcnoHeHMansHOM LIF Momenu [Ladenbauer et al., 2014]. B
paMKax JIUCCEPTAllMOHHON pabOThI B AIKCIIEPUMEHTE U Ha MOJICTU OBbLIO TTOKa3aHO, YTO
JTOTIOJITHUTEIbHBIA KAJIMEBBIA TOK, BBI3BIBAIOIIMI aJanTalyi0 CHalKOB, YMEHBIIAET
()-TOMEH W HAKIJIOHSIET V-U-KPUBYIO.

DKCIEepUMEHTAIBLHO OBLIO TTOKA3aHO, YTO COMPOTHUBJIEHUE JIOCTYTA CYIIECTBEHHO

HakJIOHseT 2-oMeH (mpuiioxeHue 1).
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B pasnene 4.2.3 noka3aHo, 4TO AByXIapaMeTpuuecKor (QYHKIIUU JOCTATOYHO TSI
OLICHKH PUOIN3UTENbHON YaCTOTHI B OTBET Ha BXoA ¢ NMDA tokamu, Torna Kak Juis
TOYHOT'O ONPEJENICHNs YaCTOTh HE0OX0rMa MHOToIapaMeTpuueckasi GyHKIUS.

Taxkum oOpazoMm, aByxmapameTpuueckoe npenacrasieHue /O dhyHkuuu, ¢ 0gHOM
CTOPOHBI, ABJIAETCS MPOCTHIM U IPUMEHUMBIM ISl TOCTPOCHMS U aHAJU3a, a C APYroi
CTOPOHBI, TO3BOJISIET YYeCTh JIMHEWHYIO 3aBUCUMOCTb BXOJHOTO CHrHajga oOT
norenuuana. Crnoxnas Qopma (Q-moMeHa yKa3blBaeT Ha HEJOCTaTOYHOCTh
paccmoTpeHusi onHomapamerpuueckod /O pynkumu. Ilostomy TpeboBanoch
oOoIIeHne W3BECTHOTO MO JuTepearype aHamuza /O dyHKIMU, 9TO W CAENAHO B
HacTosien padote. AHaIN3 U3MeHeHus GopMbl Q-I0MeHa 0T ACHCTBUEM Pa3TUYHBIX
(akTOpoB U MPHU BapbUPOBAHUH MAPAMETPOB MO3BOIHII MO IPYTUM YIIIOM B3IJIIHYTh

Ha MPOIIECCHI, MPOUCXOIAIINE B HEHPOHE.

5.3 beictpast uannuanus I/, Bapuade1bHOCTH NOPOroB U U3MEHEHHE HAKJIOHA

YaCTOTHO-TOKOBOI KPUBOM MOJ ACMCTBHEM IIYHTHPYIOILIET0 TOPMOKEHHUSA

OddekT aeneHus U JUHAMUKA TTOPOTOB UTPAIOT OMPEICTIECHHYIO POJIb B MPOIIECCE
00paboTKH 3pUTENbHON HHPOPMAIIUU B KOPE, K IPUMEPY, B HACTPONKE HA OPUEHTALIUIO
ctumyna [Priebe, Ferster, 2012]. Omgnako KieTO4YHBIE MEXaHU3MBI 3THX 3(PGEKTOB
OCTaloTCsl HeSICHBIMU. B paboTe AeTtanbHO HE MCCIeA0BAICA KaXKIbIA U3 MEXaHU3MOB
peanuzanuu 3¢pQexToB, HO ObUIa IpeagokeHa MOAUMUKAIMA MOJICIH HATPUEBBIX
KaHaJIOB, IMO3BOJISIONIAs BOCIPOU3BECTH OJHOBPEMEHHO 3(PQeKT neneHus, ObICTpOi
naunmanuu - I1JI u  BapuaGenpHOCTH TIOporoB. Moaudukanuo MoacKa3aIn
IKCTIEpUMEHTAIbHBIC HAOIIOICHHUSI, KOTOPbIE YKa3alu Ha CBsA3b 3(PPEKTOB ¢ MEVICHHOM
WHAKTHUBAIlMel HaTpueBbIX KaHaioB. [Ipemnaraemasi Mojenb HAaTPUEBBIX KaHAJIOB C
yuetoM 3aBucuMoctu CO-epexo/10B OT MHAKTUBAILMU MOKET TeNepb UCIOIb30BaThCSA
B MOJENSAX OJHOrO0 HEWpOHa, K ImpHUMepy, TUna XOHKKHHA-XaKCIW, U MOMyJIsSIui
HEHpOHOB, K pumepy, CBRD, a1 Toro 400661 BOCIPOU3BOAUTH Ba’KHBIE OCOOCHHOCTH

renepauuu I1/1.



111

Ecnu BepHyTbecs k 3amade moctpoeHuss moaenu [I3K, To rimaBHBIM BBIBOJ,
KOTOPBIA MOYKHO CHAEJIaTh MO Pe3yabTaTaM OMMCAHHOTO MCCIEAOBAHUS HA KIETOYHOM
YpOBHE, 3aKJII0YaeTcsi B TOM, 4YTO MOCKOJIbKY 3(QEeKT [eneHus UIyHTUPYIOLIEro
TOPMOXKEHHsSI HaOJI0JaeTca JajeKo HE Yy BCEX HEHPOHOB, TO OH HE MOXET UIpaTh
00JIBIIIYIO0 POJIb B (PYHKIIMOHUPOBAHUHU KOpBL. B TO e Bpemsi, 3TO He €IMHCTBEHHBII
3G (}EKT MIYHTUPYIOLIETO TOPMOKEHHS, TO3TOMY B LIEJIOM JIEUCTBHE IIYHTUPYIOLIETO
TOPMOXKEHHsT OblI0 yuTeHo B Mojenu 2. JIpyruM BBIBOJOM SIBJISIETCSI TO, YTO B
OyayuieMm, eclii BOZHUKHET Heo0xoaumocTh noctpoeHus moaenu 113K ¢ noapoOGHbiM
BOCIIPOM3BEICHUEM KHWHETUKM HMOHHBIX TOKOB, TO Takas MoOJeib JOJDKHA TaKkKe

YYUTBIBATE U 3aBUCUMOCTD CO—nepexogla HAaTPUCBBIX KaHAJIOB OT MHAKTUBAIlUH.
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BbIBO/IbI

1. Ha ocHoBe nuTepaTypHBIX MAAaHHBIX pa3paboTaHa MHUHUMAaJbHAs MOJEIb
o0paboTku nHpopmaiuu o 1sete u opuenrtanuu B [I13K (Mogens 1) u ee Mmoguduxanus
(Mogenp 2) ¢ yyeToOM KMHETUKH CHHAICOB, 3((eKTa MIyHTUPYIOLIEr0 TOPMOKEHUS U
HEPABHOBECHOCTU paclpesiesieHUus: HEMPOHOB MO COCTOSIHUSIM BHYTpHU momyJssuuu. B
MOJIETIM paccMaTpUBaeTCsl CeTh HEWPOHOB B IMPOCTPAHCTBE IPU3HAKOB, IIBETa U
OpUEHTAllMHU, C TOPOUAaIbHOM Tomojoruei. [loka3aHo, 4To MoOJeNb JAaeT BBIXOJIHOU
CUTHAJI, COOTBETCTBYIOLIUN 0KMJIAEMOMY, TOJILKO MIPH aHAJIOTOBOM BXOJI€ B LIBETOBOM
65100 M MpU NMEPUOAUYECKUX TPAHUYHBIX yciaoBHsAX. [lomMuMo TOro, 4to B Mojenu
3aJI0’KE€Hbl OCHOBHbIE NMpUHIUIBI paboThl [13K, Mozens BOCHpPOM3BOIUT U3BECTHHIE
aBTOpPaM dKCIEpUMEHTaIbHO HabmonaeMble 3pdeKThl: yacToTa crnaikoB CS HEHPOHOB
IpyU  I[BETHOM  OPUEHTHUPOBAHHOM  CTHMYJE  BbIIIe, 4YeM TpHU  LBETHOM
HEOPUEHTUPOBAHHOM; aKTHUBHOCTH CS HEHPOHOB B cpefaHeM Bbllle akTUBHOCTH CI
HEeWpOHOB. Mojens Takke TMpeAcKaspiBaeT ocoOeHHocTH mnoBeaenus [I3K mpu
HEI[BETHOM HEOPHWEHTHPOBAHHOM CTHUMYJIE€ M TNpPHU JBYLBETHOM cTHMyJe. Mozenp 2
BOCIIPOM3BOJIUT Bc€ BbIABICHHbIE HAa Monenu 1 3ddexTsl, HO Moka3biBaeT Ooiee
CJIOKHYIO, 110 CpaBHEHHIO ¢ Mojenbio 1, TMHAMUKY HOMYJSIIIMOHHON YacTOThI MPHU
YCTaHOBJICHUN CTAllMOHAPHOTO pEHICHHs] M JaeT MapXUHaJIbHOE pelieHue (mpu
HEOPHUEHTUPOBAHHOM HEI[BETHOM CTUMYJI€) B BUJIe OeryIieil BoiaHbl, Toraa kak Moaens
1 — B BUie CTOSTUEH BOJIHEL

2. Iloctpoena I/O ¢ynkuus HelipoHa BO BCeM JMana3oHE BXOIHBIX CHUTHAJIOB,
TOKa W TPOBOAMMOCTH, M BBISBICHbl OCHOBHBbIE (DAaKTOpHI, BIUAIOIIME Ha HEeE.
DKCHepUMEHTaIbHO U Ha MOJENU Tula XOJKKHWHA-XaKCIU MOKa3aHo, 4TO 001acTb
CHAMKOBOM AaKTMBHOCTHM HEHPOHA Ha IUIOCKOCTH JBYX YHPABISIOMUX CUTHAJIOB
(Q-nomen) koneuna. lllyHTupyromiee TOpMOXKEHHE CYKaeT JAMana3oH TOKOB,
BBI3BIBAIOLIUX T'€HEPALMIO OTEHIUANIOB JieicTBUA. OCHOBHbBIE MMapaMeTpbl HEHMpOHa U
MHOTHE BHEIIHHUE (PAKTOPHI OKA3bIBAIOT CYIIECTBEHHOE BIUAHUE HA popMy 2-I0MEHa,
B YaCTHOCTHU: @) YMEHbIIIEHUE MPOBOANUMOCTH KAJIHEBBIX KAHAIOB MPUBOAUT K CABUTY
JEeTOISPU3AUOHHOIO 0JI0Ka B CTOPOHY MEHBIIUX TOKOB; 0) (2-OMEH YMEHBIIAETCs
MIPY NOHWKEHUHU MPOBOJIMMOCTH HATPUEBBIX KaHAJIOB U BHEKJIETOYHON KOHILIEHTpAIUU

HaTpusd, IpHU OXJTAKACHUA W IPHU YBCINYCHHUU IMPOBOAMMOCTH MCIJICHHBIX KaJIMCBBIX
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KaHaJIOB (CIOCOOCTBYIOIIMX CHAWKOBOW ajamnTaiuu), B) BbhICOTa ()-JIOMEHA
YBEJIUYHUBAETCS C LIYMOM.

3. DKCHeprUMEHTaJIbHO MOKAa3aHO, YTO JJIsi MUPAMUIHOTO HEHpOHA XapaKTepHbI
BapuabeNbHOCTh MOPOroB, OBICTPAsi MHULUALMS MOTEHIIMANIOB ACUCTBUS U U3MEHEHUE
HAaKJIOHa YaCTOTHO-TOKOBOW KpPWBOW IOJ JEHWCTBHEM UIIYHTHPYIOIIETO TOPMOKECHUS
(mocnemuuit ekt 3aperucTpupoBaH He y Bcex HepoHoB). [Ipemmaraemast moaens
HEHpOoHa MpeCKa3bIBaeT, 4TO Bce TpU dPdeKTa BOCIPOU3BOAITCS TOJIBKO B Cllydae,
Korja ydreHa 3aBucuMocTh CO-mopora (mopora mepexoja MeXAy 3aKpbIThIM U

OTKPBITBIM COCTOSIHI/ISIMI/I) HAaTPUCBBIX KaHAJIOB OT MGZ[J'IGHHOI‘/JI HWHaKTHUBAaIlUuH.
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MNPUJIOXKXEHMUE 1

JlelicTBHE CONPOTUBJICHUS AOCTYIIA HA CHAHKOBYI0 AKTHBHOCTDH HEHPOHA

B »skcnepumeHTe CONPOTUBIEHHE JIOCTyNAa KOMIIEHCHPOBAJIOCh B PEATbHOM
BpeMeHU. YToObl ompenenuTh AEUCTBUE COMPOTHBJICHHS JOCTYNa Ha CHANKOBYIO
aKTUBHOCTH HEWpOHa, ObUIM 3amucaHbl nojHble [/O QyHKIMM MHpaMuIHOTO HEHpOHA
npy Halnyuu KomneHcanuu u 6e3 Hee. Ha puc. [11 mpuBeaeHbl mocTpoeHHbIE B
pe3ysbTare Ha IJIOCKOCTU V(u;s) 2-AOoMeHbl. BHUIHO, 4TO compoTHBIEHHE AOCTYyHa
CYILLECTBEHHO HAKJIOHSET (2-I0MEH, YBEIUUMBAsl AUAa30H TOKOB, KOTOPbIE CIIOCOOHBI
BbI3BaTh reHepanuro I1/1.

Kak nemonctpupyet Puc. I11, conpoTuBienue 1octymna BIUseT B TOM YHUCIE U Ha
JIEBYIO rpaHully (2-10MeHa.

Bwmecto dopmynbr (77) nesoit rpanunbsl LIF Monenu, npuBeneHHON B paszaelne
4.2.1, B OTCYTCTBUE KOMIIEHCAIuU Oyner BBIpAYKEHUE
u=g, Vy Vi) A=sg)+sVy, =V ,) , TIE g - O3T0 BeIUYMHA, OOpaTHas
CONpoTHUBICHUIO AocTyna. CornacHo 3Toi Gopmysie, CONPOTUBICHUE JOCTya BHOCUT

HEJTMHEWHOCTD, YTO MOJTBEPAUIIOCH U B dKcniepuMenTe (puc. I11).

a [Ipu nanuuum xomneHcanuu (g, = 40 nS') b be3 xkomnencauuu (g, =0 nS)
9 v,Hz 9 v,Hz
8 mm 18 8 R
7 15 7 15
6 12 6 12
. 9 9
® ¢ g :
m —
0 @4 - 0
3
2
1
50 100 150 200 50 100 150 200
u/g,,, mV u/g,,, mV

Puc. 111 Dddext conpoTuBieHHs] AOCTyNa HAa CHAHKOBYIO aKTMBHOCTb HEWpOHA. a
V-U-§ 3aBUCUMOCTb MMPAMUHOTO HEHpOHa NMpedpOHTAIBLHON KOPBI KPBICHL, 3alIMCAaHHAs

IIpHU HAJIMYHUU KOMIICHCAIIUU, b Vv-u-s 3aBUCUMOCTb TOI'O € HeﬁpOHa, 3allMCaHHasA B
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OTCYTCTBUHU KoMmmeHcauuu. Temmeparypa Obuia 30°C, BXOAHAsI MPOBOJUMOCTH ObLia

4.4 nS, BpeMeHHasi KOHCTaHTa Obuia 38 ms, COMPOTHUBIICHUE JIOCTYIA, KOTOpOE OBLIO

CKOMIIEHCUPOBAHO B a, ObLIO 25 MOm



126
MHNPUJTOKEHME 2

Biusinue BHYTPUKJIETOYHON KOHIEHTPAUMH HATPHUS HA CHANKOBYI0 AKTUBHOCTD

HellpoHa

C nmomompio ypaBHeHus ['onbamana-XomkkuHa-Karma (I'XK) M0XHO OLIEHUTH
BJIMSIHUE BHYTPUKJIETOYHON KOHUEHTPALIMU HATPHUS HA MapaMeTpbl HATPUEBOTO TOKA.
s aToro cHavana 3anuiiem ypaBHeHue [' XK B npuMeHeHun K MOTOKY HOHOB HATPHUS

yepe3 meMOpaHy Helipona [Keener, Sneyd, 2008]:

Fv
F?V|[Na"], e® —[Na"],
Na :PNa FV
RT 22
ekl —1

I , (IT1)

3aech P, - 3TO NPOHUIAEMOCTh MEMOpaHbl HEWpOHA Uil MOHOB HATPHs, €IUHULBI
MU3MEPEHUsT KOTOpol m/s; F - mocrosHHass Dapanes, R - yHUBEpcaJlbHas ra3oBas
nocTosiHHAs, T - aOcostoTHas Temmeparypa; [Na'], u [Na'], - 3TO KOHIEHTpaluu
BHYTPH- W BHEKJIETOYHOTO HATpus, COOTBETCTBEHHO. I[locTpoum BoJbT-aMIepHbIE

XApaKTEpUCTUKH TP HOPMAIBHOU, [Na™], =14 mM , 1 TOHWKEHHOMU, [Na" ], =0.3mM ,

KOHLEHTPALMKY BHYTPUKIETOYHOIO Hatpus, [Na'] =150 mM , no ypaBHenuro I'’XK n
nuHeitHoMy 3akoHy Owma Tak, ytoObl ['XK /-V-kpuBasi mepecekana Obl JTUHEHHYIO
I-V-xpuByto npu V = 0 mV (puc. I12a). JluneitHoe 1o MOTEHLMATY ypaBHEHHE
HaTPUEBOT'0 TOKA BBINIAIUT CICAYIOIIUM 00pa3oM:

Tyg =&na V' =Va) s (I12)
rae Vy, - 3TO MOTEHIUaNl PEBEPCUN HATPHs, KOTOPBI PaCCYUTHIBACTCA U3 yPABHCHUS
HepHcra:

RT  [Na'],

Vv, =— .
N F  [Na],

(113)

Ha puc. I12a BuaHO, 4TO Npy HU3KOW KOHLUEHTPALMN BHYTPUKIETOYHOIO HATPHUS
MOTEHIIMAJl PEBEpPCUM HATpUsl NPUHUMAET KaracTpoduuecku OoJblInEe 3HAYCHUS

A(Vy,)=150-60=90 (mV) . B 53KCIEpUMEHTE 3TO MOATBEPAUIOCH 3aBBIIIEHHBIM

3HaYCHHUEM ITOTEHIIMAJIa Ha MuKe crnaika, 70 80-100 mV.
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a bg,=11.5mS/cm>uV,, =79 mV

= = = -linear 14
GHK 0.3
= e « liNEAT 0:1 _

| |
40 0 40 80 120 100 200
V, mV u/g,,, mV

Puc. II12 Ouenka s¢ddexkra BHYTPUKIETOYHON KOHIIEHTPAMU HATpUs B MOJETH. a
BOJIbT-AMIIEPHBIE XapaKTEpUCTUKU corjacHo ypaBHeHuto ['XK mpu HopmanbHOMI
(14 mM , cuHss CIIJIOLIHAS JIMHUSA) U TIOHMKEHHOMU (0.3 mM , 3e1eHasi CIIJIOIIHAs JIMHUS )
BHYTPHUKJIETOYHOW KOHIEHTPALlMM HATpUs, a TAKXKE MX JIMHEHHbIE anMpOKCUMAIUU
(MyHKTUpHBIE  JMHMM  COOTBETCTBYIOILEro  ImBera); [Na'], =150mM ; b

v(u,s) -3aBUCUMOCTb B CJIy4a€, COOTBETCTBYIOILIEM IOHMXCHHOW KOHLEHTpaUuu

BHYTPUKJICTOYHOTO HATPHS, TO €CTh g, =11.5mS/cm*> u V,, =79 mV’

Ecnu npu HOpManbHOM KOHILIEHTpAlMU BHYTPUKIETOUYHOTO HATpUs JIMHEWHas
annpoxcuManus ['XK /-V-xpuBoi nonycruma B 1Mana3zoHe 3Ha4yeHui noreHnuana ot 0
no V,, (cuHsAsA NyHKTHpHass JuHUS Ha puc. [12a), To B ciayyae NOHMKEHHOU
KOHIEHTPALlMM HEOOXOJMMO C)KaTh YYacTOK JUIs JIMHEHHOW ammpoKCHUMAallu H3-3a
peskoro usruba /-V-kpuBoil. B nuamazone ot 0 g0 50 mV nuHeliHas 3aBUCUMOCTh
oynmert: I,, ~34(V —79) mA/cm®. CpaBHuBas KO3(p(UIHEHTHI JTHHEHHBIX BBIPAKCHHI
IUIA TOKa B Cly4yae HOPMAaJIbHOW M MOHMKEHHOM KOHIIEHTpPAlMU BHYTPUKIETOUHOTO
HATpPUS, MOKHO 3aKJIIOYNTH, YTO HAKJIOH yMeHbmmics oT 40 1o 34 mS/cm’, T0 ecThb
MaKCUMaJIbHasi IPOBOJUMOCTD g, = g, / ¢, yMeHbImnacey ot 13.7 go 11.5 mS/cm®.
[Torenmman pesepcuu mnoBbicwicss or 50 mo 79 mV. Ilpu 3HadYeHUSAX MapaMeTpPOB

grn=11.5mS/ em® u Ve =79 mV , COOTBETCTBYIOIIUX IOHMKEHHOM KOHLEHTPALUU

HaTpus, v (u,s) -3aBUCUMOCTb B MOJIENIM XapaKTepusyercs OonpIInM 2-TOMEHOM U
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Oonee BBICOKOW dacToTOM cmaiikoB (puc. [12b, MoxHO cpaBHUTH ¢ puc. 4.13a,
MOCTPOEHHBIM 11 MOZIENIA B HOPMAJIbHBIX YCIIOBHUSAX ).
TakuMm 00pa3oM, OLIEHKH yKa3ajiu Ha CYIECTBEHHOE BIUSHUE BHYTPHUKICTOYHON
KOHIIEHTPALMKM HATPHs HA MapaMeTpbl HATPUEBOTO TOKA, MPOBOJUMOCTb U MOTEHIHAI

peBepcun, 0COOEHHO 3aMETHO MCKAXAETCsl MOTEHIMANl PEBEPCUH HATPHSL.
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HNPUJIOKEHME 3

Biausinue BHEeKJIETOYHOIM KOHICHTPAIIUN HATPUSA HA CHaﬁKOBym AKTHBHOCTDb

HellpoHa

Kak nokazano Ha puc. 4.18, noHnkeHrne BHEKJIETOYHOW KOHLIEHTPALlUM HATPHUs
[Na"], (3a cueT pazbaBiieHUs1 BHEKIETOYHOIO pacTBopa pactBopoM NMDG) npusoaut
K YMEHBIICHUIO HakJIoHa Vv-u-3aBucuMmoctei. C momomibio ypaBHeHust I'XK (I11)
ONpENEInM, HW3MEHEHUIO KAKUX IIapaMEeTpOB MOJEIM HEHUPOHA COOTBETCTBYET
HaOmogaeMbrii addexr. [Ins »TOoro mo aHalOrMM C METOAOM, OIKMCAHHBIM B
MIPUJIOKEHUH 2, TIOCTPOUM BOJIbT-aMIIEPHBIE XapPaKTEPUCTHUKU COTJIACHO YPaBHEHUIO
I'XK B ciydae HOpMaJIbHON M IMMOHMKEHHON KOHIIEHTPALIMM BHEKJIETOYHOTO HATPUS, a
3aTeM CpaBHUM 3Ha4eHUs KOI(DPUIMEHTOB HUX JMHEHHBIX AaNlpOKCUMALUM.

Bonbr-amnepHas XapakTepuUCTHKAa B KOHTPOJIBHOM ciydae (npu [Na'], =150 mM ,
[Na"], =14 mM ) u3o0paxeHna Ha puc. [13 cuHell CIUIOIIHON JMHMEN, B 9TOM CIlydae,

coryiacHo ypaBHeHuto Hepaera (I13), moTeHmnuan peBepcur COOTBETCTBYET 3alaHHOMY

B Mozaenu tuna XomkkuHa-Xakcau (9-13), V,, = 60mV . IlpoHnnaeMocTs MeMOpaHsbI

P

., 3alaBajach Takol, 4yTOObl MakCHUMaJlbHas HPOBOAMMOCTb HAaTpHs Oblia Kak B

Monenn Tuma XomkkuHa-Xakcnu (9-13), g, =40mS/cm® ( g\, =8y, ¢, ). s
KOHTPOJILHOTO  ciydas  Obula  CIOpaBeaMBa  JIMHEHHAs  amnmpOKCHMAIIUS
I,=2.0V-Vy,) ¢ V,=60mV u g, =40mS/cm> . Bompr-ammnepHas
XapaKTePUCTHUKA IS CIy4dasi, COOTBETCTBYIOIIETO BHEKIETOUYHOMY pacTBopy ¢ NMDG,
ObLTa IOCTPOEHA JJIsl KOHIEHTpauuu [Na™ ], =125.5 mM (3e7eHast CIUTOLTHAS JIMHUS Ha

puc. I13), kak B okcmepumente (puc. 4.18). Koaddumuentsr ee nuHeHHON

almpOKCUMAIINK  OKa3auuch g,, =34mS/cm®> (to ectb g, =103mS/cm’> ) u
Ve =56mV . TakuMm 00pa3oM, COIJIaCHO OLEHKaM ¢ mnoMolpio ypaBHeHHs ['XK,
yMeHbllIeHUe [Na'], NIpUBOAUT K YMEHBUICHUIO KaK MAaKCHMaJIbHON IPOBOJMMOCTH,

TaK U MOTEHIHAJIa PEBEPCUMU.
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Puc. II3 Omnenka sddexkra BHEKICTOYHON KOHIEHTPAIMU HATPUS B MOJCIIH.
Bonpr-amnepHbie XapakTepucTUku corinacHo ypaBHeHHnto ['XK mnpu HOpManbHON
(150 mM , cuHsisl CIUIOIIHAS JIMHUA) U MOHMKEHHOM (125.5mM , 3eneHast cruiourHas
JIMHUS) BHEKJIETOUHON KOHIIEHTPALMU HATPHsl, a TAK)KE WX JIMHEWHbIE anlpOoKCUMalun

(MyHKTHpHBIE TMHUU COOTBETCTBYIOLIETO 1[BETA)

Ha monenu tuna XomxkuHa-Xakenan (9-13) ObU10 npoaHamu3upoBaHoO JeiicTBUE
ATUX JBYX MapaMeTpoB Ha v-u KpuBble N0 oTaeiabHOCTU (puc. [14). YMmeHbieHne kak

IIPOBOJUMOCTH g,, , TaK M IOTEHLHUana pPEBEpCUU V,, TPUBOAUT K CYKCHHIO

Jarna3oHa TOKOB, BbI3bIBaIOLUX reHepanuto 11J1, 1 MakcuManbHOTo 3HaU€HUs 4aCTOThI
cHailkoB. OTH pE3yJbTAaThl COTJACYIOTCS € 3(PQPEKTOM TMOHUKEHHUS] KOHLIEHTpAILuU

HaTpus B dkcnepumente (puc. 4.18).

a Dddexr g,, b D¢ dexr V,,
1001 LY 1001
L —23 l
I ——4.7 r
80 B _°_(2> 3gNa=10'3 80
; - —-47 r
B0F W 6OF
T I T r
~a0fF ~40fF
20f 20(
0- 0%
0 0

Puc. 114 JleiictBue yMEHBIICHHs NPOBOJUMOCTH g, W INOTCHIMAlIa peBepcuu V,, B

Mozenu Tuna XomkkuHa-Xakcnu (9-13), otpaxatomiee 3PGEKT MOHMKEHUS
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KOHLIEHTpALlM BHEKJIETOYHOIO HATPUs. A4 V-u KPUBBIE IPU Pa3IUYHBIX 3HAYCHUAX
MPOBOJMMOCTH § B KOHTPOJBbHOM ciydae (g ,,=13.7 mS/cm’, 4epHble KPUBbIC) U TIPH
HHU3KOH mpoBoauMOCTH g ,,=10.3 mS/cm® (kpacHble KpuBbie); b aHajsormyuo B
KoHTpose (V,, =60 mV , 4epHblE KpPUBBIE) U NPH HU3KOM IOTEHLUAIE PEBEPCHU
V. =42mV  (KpacHble KpuUBbIE). bBbUIM BHU3yanu3upoOBaHbl KpHUBBIE IPU TpPEX

3HAYEHUAX NPOBOIUMOCTH s/ g, = 0,23 u 4.7
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