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OKcrepuMeHTaIbHbIE IaHHBIE CBUICTENBCTBYIOT O TOM, YTO OPHEHTAIMS CTHMYJA, BBI3BIBAIOIIETO
ONTHMAaJBHBI OTBET B OPUEHTAIMOHHOW KOJOHKE B oOnactu V1, mpereprneBaeT CHCTEeMaTHYECKHE
ovicTpeie n3MeHenust, ansniuecs 10-100 mc. [TogoOHBIEe M3MEHEHHS TO3BOJISIOT OTACIBHBIM KOJIOHKaM
KOJMPOBAaTh CBEACHUSA O HECKOJBKHMX HAINPaBJICHUSAX B TPOCTPAHCTBE (TaK Ha3bIBAa€MOE BPEMEHHOE
koaupoBaHue). OJHAKO MEXaHH3M, OTBEUAIONIMH 3a MPOSABICHHE TAaKUX H3MEHEHHH, M0 CHUX IOp
Heu3BecTeH. bosiee TOTo, OOJNBIIMHCTBO COBPEMEHHBIX OMO(PU3NYECKHX MOIEIel HX HE BOCIPOHU3BOIAT!
B HUX Ha TPOTSIKEHHM BCETO OTBETAa «HEHPOHBI» 00JaJar0T CTaOWIBHOW HacTpoikoil. B mamHOMU
paboTe KoJblieBas 4acTOTHAas MOJElNb OPHEHTAIIMOHHOW THIEPKOJOHKH MOJCPHHU3MPOBAHA TaKUM
o0pa3oM, 4YTO paauajbHO-CHMMETPHUYHOE IIPOCTPAHCTBEHHOE pAaCIpEAeiIeHNE JOKAJIbHBIX CBS3eH
3aMEHEHO Ha pacHpeleNeHue ¢ IpKO BBIPAXEHHOM NPOCTPaHCTBEHHON acumMmerpueil. B pesynbrate
nmojy4yeHa OoJjiee COBepIIEHHas MOJeENb, B KOTOPOIl MUKOBas OpPUEHTALMsl OTBETOB OOHApyXHBaeT
CHOCOOHOCTH K AMHAMHYECKHM IlepecTpoiikaM. BrIpaKeHHOCTh TaKUX MEPECTPOEK MPOIMOPIHOHATbHA
CTENEHN ACUMMETPUU B NPOCTPAHCTBEHHOM paCHpEAEIECHUN JIOKAIBHBIX CBA3EH.

Kniouesvle cnosa: uacmommuas nonyJiAyUOHHAA MO()e/lb,' OopuerRmdayuoHHas H(lCﬂ’lpOlZK(l,’ duHaMuKa; nep-

BUYHAA 3pumelbHas Kopd, OPUEHMAYUOHHAS KOJIOHKA; 2OPU3OHMAIbHblE CEA3U OnudcHe20 paauyca.

Heiipons! nepBuuyHOi 3putensHON Kopbsl (V1)
u30MpaTeNbHO PEarupyroT Ha MOJOCHl MJIM KOHTY-
PBl, HMEIOIINE ONPEIEIECHHYI0 OPUEHTALUIO B IIPO-
crpanctBe [1]. IlonsTue m3OupaTeNnbHON peakuuu
03HA4aeT, 4TO B KaXIblil MOMEHT HEPOH OTBEYAET
OTHOCUTEJIBHO MOIIHO TOJIBKO Ha CTUMYJ OIIpe-
JIEJICHHON OpHEHTAalMH. B TO ke Bpems Ha JpyTHe
HaIlpaBJIEHUs B NPOCTPAHCTBE OH pearupyeT 3Ha-
YUTENBHO Xy)Ke. TO HallpaBlieHUuE, KOTOPOE U BbI-
3pIBAE€T CTOJb OTHOCHTEIBHO MOUIHBIH OTBET Yy
KJIETOK, Ha3blBa€TCid NMUKOBOW OpHUEHTALUEH HEW-
poHa.

Panee Obl10 mokasaHo [2—-12], uTo Takas mu-
KOBas OPUEHTAILUs HEMOCTOSIHHA BO BPEMEHH: OHA
B TCUCHHE PA3BUTHUSA OTBETA MOXKET CMEUIAThCS B
OIpEeneIeHHOM HaIlpaBICHUU — €CIU TOT MU UHOU
CTUMYJ MOET BBI3bIBATh Y HEHPOHA ONTUMAJbHBIN
OTBET B OJUH MOMEHT BPEMEHH, TO YK€ B APYroi
MOMEHT KJIETKa MOJKET OBITh m30mpaTenbHa K CO-
BCEM WHOMY HAIIPaBJICHWIO B TpocCTpaHCcTBe. Ta-
KOTO poJia M3MEHCHUS OB Ha3BaHBI TUHAMHUKOU
NUKOBOW opueHTauuu. X MOXKHO pa3ienuTh Ha
OwicTphlie [3—12], XapakTepHOE BpeMsi pa3BUTHSI KO-

Cokpamenue: V1 — nepBUuYHas 3puUTeIbHast Kopa.

TOpBIX cocTaBiser mopsaka 10-100 mc, u MenseH-
Hele [2], mmsmuecs okosio 100-1000 mc. B manHOMU
paboTe MBI OyaeM paccMaTpUBATh HUCKIIOYUTEIHHO
OBICTpPBIE W3MEHEHHS NHKOBOW opueHTamuu. He-
KOTOpBIE aBTOpPHl mpeamnojaraiT [6,13], uro 3tu;
W3MEHEHUS CIYXKAT I YBEIMYCHHS KOJIHUYECTBA
uH(popMaIyy, nepeaaBaeMoil OpUeHTAIIHOHHOH TH-
MEPKOJIOHKOW, a 3HAYHAT, W MPOMYCKHOH Ccroco0-
HOCTH CBSI3€H MEXIY pa3iuYHBIMUA 3PUTEITHLHBIMHU
o0macTsaMu.

CornacHO JaHHBIM, ONIMCAHHBIM B paboTe [6],
noJ00HBIC TEepPecTPOKU 00J1a1al0T CBOHCTBOM
BOCIIPOU3BOAUMOCTHU: OHU IOBTOPAKOTCA IIPpU Ka-
KIOM BO3HHUKHOBCHHH OTBE€TAa HA TC HNJIU HHBIC
CTUMYJIBI, @ 3HAYeHHUS HX OCHOBHBIX XapaKTepu-
CTUK (aMIUTUTY/JbI, HANpPaBICHUS, JJIUTCILHOCTH)
HE MCHSIIOTCS Ha MPOTSIKCHHH KaK MUHUMYM MSTH
YaCoB OJOKCHCpHMMCHTA M HE 3aBUCAT OT YPOBHA
BBCJICHHON B KMBOTHOE aHecte3uu. Kpome Toro,
B HccienoBaHusax [6,7,9,10] Ob10 mOKa3aHO, YTO
JIOCTOBEPHBIE TUHAMUYECKHE CIBUTH UMEIOT MECTO
tonpko y 50-70% Bcex HeiipoHoB obmactu V.
Takue HEHpPOHBI 001ajali MEHEE MOIIHBIMU U
MCHEC CCICKTUBHBIMHU OTBETaAMH, YEM TC KJICTKHU,
Y KOTOPbBIX MUKOBAad OpHUCHTALUAd Ha NPOTAKCHUU
Bcero orseTra Oblia crabmiabHO# [10].
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Breutn BEIABIEHBI OmMpeneneHHbIe Hellpodu3no-
JOTUYECKUE KOPPENSATHl CIBUTOB MUKOBOW OPHUEH-
Tanuu. B yacTHOCTH, OBLIIO IOKa3aHO [7], 4TO OHH
BUJOU3MECHSIOTCS TMOJ BIUSHUEM BHYTPUKOPKOBO-
ro TOPMO>XEHHUS, XOTSI CaMO TOPMO’KEHHE HE SB-
JSIeTCSl MPUYMHOM UMX BO3HUKHOBEHUS. Tem HEe Me-
HEe MEXaHM3M, OTBEUAIONIMK 3a IIOSBIICHHE JTHX
MEePECTPOEK, MO CHUX IMOpP HEH3BECTCH.

MoxHO mpennoyioxuts [12], utro Takue uzMme-
HEHHSI TPOUCXOIST HM3-32 TOTO, YTO OJHA OPHUCH-
TaI[MOHHAs KOJOHKA aKKyMYJIHPYET CBEIEHUs cpa-
3y K€ O HECKOJbKHX OPUCHTALIUSIX B IPOCTPAHCTBE,
MOJyYEeHHBIX OT OJIM3NeXaMuX KOJOHOK. [lnsg Toro
9TOOBI 3TO AKKYMYJIHMPOBAHUE MPOUCXOIUIO, HE-
00X0IMM MeXaHHM3M, KOTOPHIH OBl oOecreunBai
pacmpocTpaHeHUE 3pUTEIBHOTO CHTHAJIa W Tepe-
nady wHGoOpManuu OT OAHOW KOJIOHKH K JPYTOW.
B pa6orax [14,15] Ob10 MOKa3aHO, YTO MOJOOHOE
pacrnpocTpaHeHHe CHUTHaia JAeHCTBUTENBHO BO3-
MOXXHO ¥ YTO OHO HOCHT XapakTep aBTOBOJIH.
Kpome Toro, kak moka3zaHo B MOJENBHBIX HCCIeE-
noBaHusx [16,17], aBTOBOJHEI MOTYT BO3HUKATH
WCKIIFOYUTEIBFHO B pe3yibTaTe padoOTH BO30YyIHU-
TEJBHBIX TOPU30HTAJIBHBIX CBs3€il. B cBeTe Bblle-
W3JI0)KEHHOTO MOKHO BBIPa3UTh IPENIOIIOKEHUE,
YTO MMEHHO paboTa TOPHU3OHTAJIBHBIX CBsI3ed
OommxHero paauyca (short-range horizontal con-
nections) ¥ MPHUBOJIUT K JWHAMHKE NMUKOBOHW OpH-
EHTAI[UH.

Jns mpoBepKHM TAaKOTO TPEIIOJOKEHUS pac-
CMOTPHUM OCHOBHBIE CBOWCTBa 3THX cBi3zeid. OHuU
COCMUHSIOT JAPYT C APYTroM JIIOOBIE OJM3IIeKAIINC
Y4aCTKH KOPBI, PACHOJOKCHHBIE Ha PAacCTOSHUU
300-500 mxm gpyr ot npyra [18-20], cBoOomHO
repecekasl TPaHUIBl OPUEHTAIMOHHBIX KOJIOHOK U
TUTIEPKOJIOHOK, a TaKXXe WHBIX (PYHKITMOHATBHBIX
Monynerr B V1. X BaxHOU OCOOCHHOCTBIO SIBIISI-
eTCS NPUHYUN JIOKATbHOU Hecneyu@uuHocmu, dKCIe-
PUMEHTAJILHO J0Ka3aHHBIW B paborte [21]. OH 3a-
KJII0OYAeTCsl B CICAYIOMIEM: €CITH JIBE OpPHEHTAIIH-
OHHBIC KOJIOHKH PAaCIIOJIOKEHBI Ha OJHOM M TOM
)K€ PpACCTOSHUHM OT pacCMaTPHBAEMOTrO ydacTka
KOPBI, TO JIOKAJIbHBIE CBS3HM, KOTOPHIC COCAMHSIOT
WX C OTUM YyYacCTKOM, aOCOJIOTHO OJIWHAKOBBI U
He o0yamaroT KakoW-nmubo cnenuduanocteio. 13
MPUHINIA JOKAJIHHOW CHEeNUGUIHOCTH CIEHYeT,
YTO Ha CBOWCTBA TOPH30HTAJBHBIX CBS3CH BIUSIOT
TEOMETPUUECKHE XapaKTEPUCTUKU OPHUCHTAINOH-
HBIX KOJIOHOK — PacCTOSHUS MEXIy HUMH, & TaKKe
ux pasmepbl. IlocrmemHme, kKak 3TO CIENyeT W3
pPe3yJIbTaTOB ONTUYECKOTO KAPTUPOBAHHS MO BHYT-
peaHemy curnany [18-20], oGmamaior OodbIIUM
pa3HooOpasueM, 001agast 3HAYCHUSIMU OT HECKOJIb-
KHX JIECATKOB J0 HECKOJBKUX COTCH MHUKPOH. M el-
KHUE U KPYIHBIC OPUCHTAI[MOHHBIC MOJYJIU OYCHB
9acTO MPUMBIKAIOT JAPYT K APYry, Kak 3TO TOKa-
3aHO Ha puc. la B kpyxke. BcmencrBue Takoro
MPUMBIKAHUS KOJMYECTBO TOPH3OHTAIBHBIX CBS-
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3ell, COeNUHAIINX ABE OPUEHTALMOHHBIE KOJIOH-
KU, 3aBUCHUT HE TOJBKO OT PA3HOCTHU ITUX KOJOHOK,
HO M OT UX PACIOJOXKEHHUS, a TaK)Ke HalpaBJICHUS
3TUX CBfA3EW B IpocTpaHcTBe. Tak, Ha mpumepe,
n300paxeHHOM Ha puc. la,0, JOKalbHBIE CBA3M,
HaIpaBJICHHBIE BIICBO, OKAHYMBAIOTCSI TOJHBKO Ha
OJHOM OPUEHTALlMOHHOW KOJIOHKE, a CBSA3U, HAY-
IME BIPaBO — cpa3zy Ha Tpex. Takoe CBOWCTBO
JOKaJbHBIX CBS3E€H HA3bIBAETCS aCUMMETpPUEH.

Jns Toro 4ToOBI OMHUCATh, KaK JIOKAJbHBIC
CBA3W MOTYT BIHUATH Ha OPHUEHTAIMOHHYIO Ha-
CTpOWKY W €€ BO3MOXHBIC H3MEHEHHS, IIHPOKO
MPUMEHSIETCS METOJ MaTeMaTHYeCKOT0 MOJEIUPO-
BaHus [23-28]. B mocrynHo# Ham auTepaType uMe-
eTcsi Ooratoe pa3HooOpa3ue MoJelel Cios Yer-
BEPTOI OpHMEHTAIIMOHHOM runepkogoHku (pinwheel).
Cpenu HUX BCTpedaeTcs Kak Oojiee MPUMUTHBHAS
onHOMEpHass Mojenb [23], Tak U OoJiee CIOXKHEIC
MOJIeTIH, Tlle camMa THUIEPKOJOHKA SIBISETCA IBY-
MepHOW cTpykTypoul [24-26]. Kpome sToro, B He-
KOTOPBIX MCCIENOBAHUIX YUYUTHIBAIACh HE TOJBKO
paboTa HEHPOHOB-JETEKTOPOB TOW WJIM MHOW OpH-
EHTAaIlNH, HO TaKXKe U JAETEeKTOPOB MPOCTPaHCTBEH-
HOW dacToThl [24] munu uBera [28]. DyHKIHH OT-
JETbHBIX HEHPOHOB WMIIM MOMYJSAIUNA OMHUCHIBAIACh
KaK MEHEEe PEaTUCTHIHBIMH CIIOCOOaMU, OCHOBAH-
HBIMH Ha TMPUMEHEHWH YaCTOTHO-MOIYJISAIUOHHON
monenu (firing-rate population models) [23,24,27],
Tak M 0oJiee €CTeCTBEHHHIMH, OCHOBAHHBIMH Ha
ypaBHEHUAX XOJKKHMHAa—XAaKCId B UX OPUTHHAIb-
HOM BapuaHTe [25] u B TepMuHax pedpakTepHOi
moTHOCTH [26], ypaBHenus ®oxkkepa—Ilmanka [27].
Tem He MeHee OOIMM CBOWCTBOM DSTHUX MOJENIEH
SIBJISIETCSA TO, YTO IKCICPUMEHTAJIBLHO OOHApYKCH-
Hble JUHAMUYECKHE W3MEHEHHUs MpeArnoYuTaeMoi
OpHEHTAIIMH HEHPOHOB B HUX HE BOCIPOMU3BOISATCS.

[Tomo6HOE pacxokICHUE MEXKIY DKCIEPUMEH-
TaabHBIMU [6—12] U Teoperuueckumu [23-28] naH-
HBIMU 0 BCEH BUJIMMOCTH CBS3aHO C TE€M, 4TO B
BBILIEYIOMAHYTBIX MOJENAX MOCTYJIUPOBAJIOCH, UTO
JOKaJIbHbIE CBS3U B V1 panManbHO CUMMETPUYHBI,
B TO BpEMs KaK B pEaJIbHBIX T'MIIEPKOJIOHKAaX OHU
acUMMETPUYHBI (puc. 16). MOXHO TPEATOT0KHUTE,
YTO KMMEHHO 3Ta AaCHUMMETPHUS M IO3BOJISIET TOWU
WM WHOW KOJIOHKEe B obOmactn V1 moxydats B
KOHKPETHBI MOMEHT BPEMEHH HH(OPMAIUIO JIUIIH
OT ONIPENENIEHHBIX OPUEHTAIMOHHBIX KOJIOHOK, UTO
MOTEHI[MAJbHO MOYKET MPUBECTU K CMEUICHUIO IHU-
KOBOM OpHEHTalluu B CTPOrO OIpPEAECIEHHOM Ha-
npasieHuu. llenpro Hacrosmieil pabOThl sABISIETCS
MPOBEpPKa TaKOTrO MPENOJ0XKEHUS U MOCTPOCHHUE
MOJEIU HEHPOHHOW CETH, OCHOBAHHOW Ha HEM.

s gocTrKeHus 3TOM Lenu Npenaaraercs Mo-
JEPHU3UPOBATh YaCTOTHO-NMOMYJISIUOHHYI KOJb-
LIEBYI0 MOJI€]Ib OPUEHTALlMOHHON THIIEPKOJIOHKH,
U3JIOKeHHYI0 B pabore [23], 3amMeHuB B Heil pa-
JUAJbHO-CUMMETPUYHYIO CUCTEMY CBs3€H Ha Ooiiee
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Puc. 1. [IpocTtpaHCcTBeHHast CTPYKTypa JOKalbHBIX CBA3€H B OPHEHTAIIMOHHOW TruImepkojoHke obmactu V1. (a) —
OdynkunonanpHas kapra V1, B3stas u3 paborsl [22]. (6) — VYBenmueHHOe H300pa)keHHMe ydacTka (QYHKIMOHAJIBHOHN
KapThl, pacCMOTPEHHOTro B Tekcre. [IyHKTUpHOIl nMHHEH oOTMeueHa paccMaTpuUBaeMass OpPHUEHTALlMOHHAs KOJIOHKa,
OKPY)XHOCTBIO — IMpEANoJaraeMblii paanyc ACHCTBHUS TOPU30HTAJIBHBIX CBSI3eH ONMKHEH MucTaHUUU. JIOKanbHBIE CBA3H
OTMeUeHBl cTpenkaMmu. (B) — IlpencraBieHue CHCTEMBI aCHMMETPHYHBIX JIOKAJBHBIX CBs3ed B BUAE COBOKYIHOCTH H3
TpeX MOJCUCTEM, PabOTAaIOIUX NapauleIbHO U He3aBUCHMO. JIMHMAMH ¢ KPY)KKOM YKa3aHbl CBSI3U C HpeoOsaJaHHEM
BO30YXXAEHUs, a JMHUSAMH C 4epTOil — CBSI3M ¢ mpeobiajaHueM TOPMOXKeHHs. ToJNIMMHA CTPENKH MPONMOpPIHOHATbHA
CHHAIITUYECKOMY «BECY» CBS3U (CyMMapHOH BEIWYMHBI yJIEIBHOTO BO3JAEHCTBHSA Ha IOCTCUHANTHYECKUI HEHpOH). (T) —
[TpuMep HPOCTPAHCTBEHHOT'O PACIpPENENEHUs] BECOB CHUCTEMbI JIOKAJBHBIX CBS3eH M €€ U IMOJCHCTEM, M300parkeHHBIX
Ha pucyHke (B). ITo ocu abcmucc oTMedeHa pa3HOCTh HMPEANOYUTAEMBIX OPHEHTAIMH JBYX KOJIOHOK, IO OCH OPAMHAT —
CpeIHUN CHHANTUYECKUH BEC JOKAJBbHBIX CBS3ed, KOTOpbIE COCOUHSIOT 3TH KonoHKU. Ha pucynkax (B) u (r): I —
KOH(UIypanus Bceil CUCTeMbl aCHMMETPUYHBIX JIOKAJIBHBIX CBs3eH, 2 — KOH(QUTypalus ee OAHOPOJHOW COCTaBIAIOIIEH,
3 — CHMMETPUYHOH COCTaBIAIOIIEH, 4 — aHTUCHMMETPHYHON COCTaBISIOLICH.

BUODPU3UKA Tom 63 Beim. 3 2018
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IpaBaoNog00HYI0 aCHMMETPHUYHYIO CHCTEMY. AHa-
au3 mpouecca (GOPMHPOBAHMS OPUCHTALMOHHOMN
HAaCTPOMKH, PaBHO KaK M HU3MEHEHUH INHKOBOM
OpPHUEHTAlMU €e OTBEeTa B TaKOW Mojaenu u Oyxaer
paccMOTpeH HaMH B JaJIbHEHIIEM.

OIIMCAHUE MOJEJIN

B monepuusmpoBanHoi Mojenu V1 rmaBHOM
CTPYKTYPHOU eAMHHUIIEH SABISAETCS OpUEHTALUOHHAS
koJoHKa. OHA coenwHEHa ¢ HEHpOHAMU JIaTepaThb-
HOTO KOJIEHYAaTOTO Teja mpu momomu addepeHt-
HBIX, a C ONHM3IEeKAIMUMH KOJOHKAMU — TMPU TI0-
MOIIU JIOKATBHBIX CBsA3ed. AddepeHTHBIE CBS3U
CO3/1al0T CHUHAINITUUYECKUN TOK, JTOCTUTAIOMMKA CBO-
€ro MaKCUMaJbHOTO 3HAUYEHUS B OTBETAX HA CTPOTO
OTPENENICHHYI0 OPHUCHTAIIUIO, HA3BIBAEMYIO Mpeo-
noyumaemou opueHmayuell KOAOHKU.

JloxkanpHblE CBSI3M COCOUHSIOT OJM3JIEKaIKe
KOJIOHKH, 00pa3ys cuctemy Hamojobue TOH, 4TO
n3obpaxxkena Ha puc. 1B, I. IIpocTrpancTBeHHOE
pacnpeneneHue CHHaNTUYECKUX BECOB 3THUX CBs3el
MOXHO OIKCAaTh B BHJIE HEKOTOPOW HENpPEPBIBHOMU
¢yakuun (puc. 1r, I). MBI MOXeM pasznoXHUTh 3Ty
(hyHKIIMI0O HA CyMMY YEeTHOM W HEYETHOW COCTaB-
JAIOMIUX, KaXA0M M3 KOTOPBIX MOCTaBUTh B CO-
OTBETCTBHE ONPEAETIEHHYIO TPYIITY WIN IOJCHCTE-
My JIOKalbHBIX cBsized (puc. 1r, 2—4). B wurore
Hally CHUCTEMY CBSI3e MOXHO NPEACTaBUTh Kak
COBOKYIHOCTb W3 CIEAYIOIIUX TpeX MOJCUCTEM
(puc. 1B):

n

e v i+ Ceos(20 20,)1H (1) + f ﬂ m(0’, 1)

mor

T

2

rae m(0, t) — aKTUBHOCTb KOJIOHKH C HpPEANOYH-
TaeMoi opueHTauueld 6 B MOMEHT BpeMeHH f, [ —
ApKOCTh cTuMyna, C — ero KoHTpacr, J, — Xapak-
TEPHBIA BEC OJHOPOJHBIX, J, — CHMMETPUYHBIX, a
J5 — aHTUCUMMETPUYHBIX CBA3€H, T, — UHEPLHUOH-

HOCTh HEHPOHHOM nomynsuuu, 0, — opueHTauUus
MpeabsABIeHHOTO cTumyna, H(t) — dyakmus XeBu-
caiiia, a g(x) — HeKoTopas GyHKIHS, OMICHIBaeMas
YPaBHECHHUEM:

_JBx-T), x=T, )
8(x) = 0, x<T,
rae T — HOporoBoe 3HaYEHHUE CYMMapHOIO CHHAI-

THYECKOTo ToKa, B — kKoadpduuueHt ycuneHus. B
Haumled MOJENH Mbl aHAJIM3UPOBAJIW HEUPOHHBIE
OTBETHl TOJBKO Ha JOCTATOYHO SIPKHE CTUMYJIBI,
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1. Iloocucmema 00HOPOOHBIX c653¢ell, OTTHCHIBAC-
MBIX TOCTOSIHHOUM (yHKUMed. ITH cBsA3M He obuia-
AT KaKOW-Tn0O OpPUEHTAIMOHHOW crernu(uIHoO-
CTBIO: OHHM COCIUHSAIOT abCOJIOTHO BCE KOJOHKH
0e3 WCKJIIOYEHHUs, TPUYEM HX «Beca» HE 3aBHCSIT
OT CBOMCTB camMuX KOJIOHOK (puc. 1B, 2; Ir, 2).

2. Iloocucmema cummempuyHbviX ceszell, Tpo-
CTPaHCTBEHHOE pacHpeAeNeHne KOTOPBIX OIHUCHI-
BaeTcs yeTHou ¢yHKkmued (puc. Ir, 3). Takue cBs3u
o0manaT cnenu(UIHOCTHIO IO OTHOIIECHHUIO K KO-
JOHKaM, HO OHHM TaKXe M HM30TPOIHBI: UX «BEca»
3aBUCSAT TOJBKO OT pAacCTOSHUS MEXIy ABYyMS
(YyHKUMOHAJIBHBIMH MOAYJISIMH M OT Pa3HOCTH UX
NpEANOYUTaeMbIX OPUEHTAIMH, HO HE OT HaIlpaB-
JIEHHUSI 3TUX CBsi3edl B mpocrpaHcTBe (puc. 1B, 3).

3. Iloocucmema aumMuCUMMEmMPUUHBLIX C8s3ell,
KOTOPBIM  COOTBETCTBYET He4eTHas (QyHKIHSL
(puc. 1r, 3). I[TogoOHBIC cBSI3M HE 00JIANAIOT H30-
TPOIHOCTHI0, OJTHAKO UM CBOWCTBEHHBI J[Ba OY€HBb
YHUKaJIBHBIX CBOMcCTBa (puc. 1B, 4; 1r, 4): Bce
BO30yAHUTENbHBIE CBSI3M CTPOTO YIOPSAJOYEHHI B
OTIPEJICIICHHOM HAalpPaBJICHUH, a BCE TOPMO3HbBIC —
B HAIpaBIEHWUU, €My MPOTHBOIIOJOKHOM; «BECa»
BO30yIMUTENbHBIX CBS3eH (Ha puc. 1B OHM Hpomop-
[MUOHAIBHO TOJIIHHE CTPEIKH) U «BECa» TOPMO3-
HBIX CBfI3ed MO aOCOJIIOTHBIM BEIUYHUHAM PaBHBI

ApYyT ApYTY.

Crnenysl WIEOJIOTHH, MPEMIOKEHHOW B pabo-
tax [23,24,27], MBI TpeaCTaBUIM MOJEIb B BHUJE
cienyromero auddepeHnnarbHOTr0 ypaBHECHHUS:

)]

J0 +J,c08(20 — 20) + J3sin(20 — 20") |1,

I KOTopeix [ >> T. MBI Takxke mojiaraem, 4TO
npu ¢t < 0 aKTUBHOCTBH BCEX HEHPOHOB Hallleil ceTu
paBHA HYIIO.

DTO ypaBHEHHE KOMIIAKTHO OMHCHIBAET IOBE-
JICHUE Hallell HEHpPOHHOW CEeTH M BCE €€ CBOMCTBA.
JlanpHelmas 3ajada COCTOMT B TOM, YTOOBI BbI-
SICHUTB, TIPU KaKUX BKJIAJax KaxIoW U3 Tpex Mmoi-
CHCTEM CBsI3¢H (BKJaJaMU Mbl Ha3bIBA€M BEIIMYHHBI
BJy. BJ,, BJ5) BBIIEyMOMSAHYTas MOJENb BOCHPO-

W3BOJUT KIIIOUEBHIE CBOWCTBAa peajbHBIX OPHEHTAa-
UOHHBIX THNEPKOJOHOK B V1, a UMEHHO: a) OCT-
PYIO OpPHUEHTALMOHHYIO HACTPOHKY, YCHIHUBAaEMYIO
3a c4yeT paboTBHl TOPHU3OHTAIBHBIX CBSI3eH (CM.,
Hanpumep, paboTsl [23-28]); 6) TMHAMHUKY MHKOBOU
OpHEHTAIIMH OTBETOB, OOHApPYKEHHYIO B pado-
tax [6-12].

O
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Puc. 2. ®a3oBas mmarpaMma pa3iIHYHBIX YCTOMUYMBEIX CTallMOHApHBIX cOCTOSHWHA Momenu. ITo ocsM — BKIIajgsel Tex
WM MHBIX moacucteMm cBssedl (Bemmumusl BJg, BJ,, BJ3). Beero BbimeneHo wersipe pexnma paboTs: A — peXHM, IpH

KOTOPOM MoJenupyeMasi HEMpOHHasi CeTh MOXET HAaXOIUThCS TOJBbKO B cocrosiHuu F, b — kak B cocrosauum F, Tak
u B cocrosunu W, B — xak B cocrosstnmu M, Tak M B cocrossHuu W, I' — pexuM, mMpu KOTOPOM B OTBETE XOTs OBl
Ha OJMH M3 CTUMYJOB He 00pa3yercss HU OJHOTO COCTOSIHUS YCTOMYMBOTO paBHOBecHs. ['paHHUIBI PEXKHMOB, 3aJaHHbIC

ycnosueMm (I1-21), omymieHsl Ans HATJIAIHOCTH.

JlJ1s BBINOMHEHMS 3TOW 3aJa4d Mbl OLEHWIIH,
KakK 3a BpeMs Pa3BUTHUS OTBETA MEHSETCS NMUKOBAs
OpUEHTAIMd M LIMpPHUHA HAacTpPOWKH (B Hamel pa-
00Te MoJa MHUPWHOW HACTPOWUKHU ITOIpPa3yMEBAETCS
INUPUHA JUANa30Ha OPUEHTALUN, HA KOTOPBIE pac-
cMaTpuBaeMasi KOJIOHKa Bce emle orBedaer). Jis
OLICHKY XapaKTEPHOW BEJIMYUHBI TAKUX U3MEHEHUI
MBI ONPEACIUIN PA3HUIY MEXAY 3HAYEHUSIMH dTUX
JBYX XapaKTEPUCTUK B Haudajae OTBETa U B KOHIE
oTBeTa. 3HAaUEHUA B Ha4aJie PEaKIUU OTPEeAeNsUIICh
KaKk 3HadYeHHWs B MOMEHT BpemeHnu ¢ — +0, a B
ee KOHIE — CBOWCTBAMM COCTOSIHUM YCTOMYUBOTO
paBHOBECHS MOJENH. AHAIHW3 JTHX COCTOSHHUN W
OyIoer paccMOTpEH B CIEAyIOLIeM pasiede.

ITAPAMETPUYECKUII AHAJIN3
CBOWCTB HEWPOHHOI CETHU

[TonpoOHBIN MapaMeTpU4YecKuid aHAINU3 ypaB-
Henust (1) omucan B pasznene «[IPUJIOXKEHUE»
B KOHIIE CTaThU. 37e€Ch MBI OCTAHOBHUMCS Ha pe-
3ynapTatax 3toro aHammu3a. OHH H300pa)keHbBl Ha
puc. 2.

Kak MoxxHO BHIETH U3 pHUC. 2, OCHOBHBIMHU
rnapamMeTpamMy MOJIeNIM, ONPEAeTIIoIMMU CBOMCTBA
€€ CTallMOHapHBIX COCTOSHUM, SBISIOTCS BKJIAIbI
KaXJI0¥ U3 Tpex nmoJicucteM cBs3eil. B 3aBucumMocTu
OT COOTHOLIEHUS MEXKIY HHUMH BO3MOXHBI Clie-
IVIOMINE YeThIpEe peXruMa pabOTHl CHUCTEMBI.

Pesxcum A. OH BO3HHMKAET NPH OTHOCHUTEIHHO
MOIIHOM CHMMETPHYHOM U cIabOM OJHOPOJHOM
TOpMOXeHUU (puc. 2a). B 3ToM pexume Kierka
obnamaer oudeHb cinaboil OpPUEHTAIMOHHON Ha-
CTPOMKOW, MOJYIIMPUHA KOTOPOW COCTaBISIET
90 rpan. B xonie orBera opHeHTAIUS CTHUMYIA,
BBI3BIBAIOLIET0 Hanbojee ONTHUMAaJbHBIA OTBET B
KOJIOHKE (Tak Ha3blBaeMas NUKOBAas OPUEHTALMSA),
OTJIMYAETCS OT €€ MNPEAINOoYUTaeMOil OpUEHTaLUU
Ha BennuuHy AOp,, KOTOpas ONpEAENIeTcs UCXO s
U3 CIEeNYIOUIEr0 COOTHOIIEHHS:

B3
1-BJ3

3)
1g2A0,, = —

Pesicum b. Takoil pexxuM BO3MOXXEH INPHU OI-
peneneHHOM OaaHce MEXIy CUMMETPUYHBIM BO3-
OyXJIeHHeM W CHMMETPHYHBIM TOPMOYKEHHEM
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(puc. 20). B Hem 3a cuer pabOThl TOPU3OHTAIBHBIX
CBsI3el TMPOMCXOAUT CYXEHWE IIHPUHBI OpUEHTa-

IMOHHOW HACTPOMKM [0 BEIMYUHBI 07, KOTOpas
HESABHO 3aJaeTcsd CIEAYIOU[MMHU COOTHOIIECHUSIMHU:

(1= BJyY,(67))% + (BJ3y,(09))* = 4)
= (BJyY,(67) + cos267)2C?,
BJY,(6) + cos207 < 0,

rae C — xonTpacr crumyna, 0,(0,), v,(0,) — Heko-
Topble (DYHKIHH, KOTOpHIE SBISIIOTCS HENpEphIB-
HBIMU U MOHOTOHHO BO3paCTaIOHII/IMI/I HpI/I 3HA4YEC-

T
Huax 0 < 0, < 5 OHHM NPUHMMAIOT 3HAUCHHs OT

0 mo 1. Ux ananuTH4eckoe BRIPaKEHNE MPUBEICHO
B IIpunoxenuun (ypaBHenus (II-17)).

B To xe BpeMsi muKoBas OPHEHTAIUS B KOHIIE
OTBETa OTJIMYAETCS OT MPEANOYUTAEMON OpHUEHTa-
OVU Ha BEIWYNHY, OMpPEASIIEMYI0 Kak:

_BIm6:(0) 5)
1 - B/ (07(C))

182A0,, =

3aMmerum, 4TO B pexxumax A u b B cocTtoannu
YCTOWYMBOTO PaBHOBECHS, COOTBETCTBYyIOLIETO (o-
HY, BCE KOJIOHKM O0JaJlaf0T OJIMHAKOBOW HEHpOH-
HOH aKTHBHOCTBIO.

Peosicum B. OH BO3MOXKEH IIPU YMEPEHHOM TIpe-
ob0magaHUK  BO3OYXKJICHUS HaJ TOPMOKCHHEM
(puc. 2B). B HeM mocie OTBETOB Ha OPHUEHTHUPO-
BaHHbIe cTUMYNBl (C # 0) cucTema HaXOIHUTCA B
TOM JK€ PaBHOBECHOM COCTOSHHH, 9TO U B PEKH-
me b, ognako mpu mpenwsBieHun ¢gona (C = 0)
PaBHOBECHOE COCTOSIHHME C PaBHOMEPHBIM paclpe-
JICIICHNEM HEHPOHHOW aKTUBHOCTH YXe HE Oyner
YCTOWUYMBBIM. B 3TOH cuTyanuu nosABIAETCS yC-
TOWYMBBIA CTallMOHAPHBIA LMKJI, B KOTOPOM akK-
TUBHOCTh IHPKYJIHPYET BIOJH KOJBIA, PaCHpO-
CTpaHssACh B BHUJIE€ aBTOBOJH OT OJHOW KOJOHKHU
K JIpyroil ¢ ompeaeneHHOW ckopocThio. CoriracHo
JAHHBIM, TIOJIy4eHHBIM B paboTe [29], momoOHBIN
aBTOBOJIHOBOW MPOIIECC SIBJAETCA MOJICNBIO 3pU-
TEeNbHBIX TajmoluHanui. IIoCKONbKY OH OMUCHI-
BA€T IMOBEICHHE THIEPKOJOHKH B COCTOSHHH Tia-
TOJIOTHUH, TO Jajiee OH HAMHU PacCMOTPEH He OyJer.

Peosicum I'. B 3TOM ciiydae IPpOUCXOUT CUIBHOE
npeobiasaHue BHYTPUKOPKOBOTO BO30YXKICHHS
(puc. 2r). I'naBHBIM CBOMCTBOM TaKOro pexuma
SIBIISIETCS TO, YTO NPHU NPEIBSIBICHUU OPUEHTUPO-
BaHHBIX PEIICTOK JIF000E COCTOSHWE pPaBHOBECHS
nubo HeycToWuuBo, MubOo oTcyrcrByer. Ilocme ot-
BeTa MPOUCXOIUT JIABUHOOOpPA3HOE HapacTaHUE
HEUPOHHON AKTUBHOCTH, KOTOPOE XOPOILIO OIH-
ChIBAE€T HAYaJbHYIO CTAJIUI0 MUJIENTUYECKOTO MPHU-
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nagka. [lo aHalmoOrMyHOW NMpPUYMHE TAKOU PEXKUM
Tax)Ke He OyneT paccMOTpeH B Hamiei paboTe.

CuMmMeTpHyYHble M AHTHCUMMETPHYHbIE CBSI3U
WUrPaloT pPa3Hyl poJib B (OPpMUPOBAHMHM OpPHEHTA-
HHUOHHO HACTPOWKH M OBLICTPHIX M3MEHEHMIl MUKO-
BOii opueHTanuu. YpaBHeHue (4) 3a7aeT 3HaAYEHHUE
IIUPUHBl OPUEHTALMOHHON HACTPOMKM ISl pEKHU-
ma b. Ero rpadudaeckoe nzobpaxenne B IpoCcTpaH-
cre Bknanos (BJ, PBJ, PJ5) mnpencraBieno Ha
puc. 3. M300paxeHHble HA 3TOM PUCYHKE MOBEpPX-
HOCTH COOTBETCTBYIOT COCTOSIHUSAM, B KOTOPBIX BCE
KOJIOHKH B KOHIIE OTBETa 00JaJal0T OTpelelIeHHON
LIMPUHOW HACTPOMKH, YKa3aHHOU Ha BcraBkax. Ha
9TUX TpaduKax MBI MOXEM HaOJIOAAaTh YyCHIICHUE
OPUEHTAIMOHHON HACTPOWKM TMpPH yBEIHUYEHHHU
BKJAJI0B CHMMETPUYHBIX U OJHOPOJHBIX CBS3EH.
Takoe ycuiieHrne ObLIO OMHUCAHO B MOJENsIX [23-28]
U 3KCIEPUMEHTAIbHO MOATBEPKIEHO B MHOTOYHC-
JICHHBIX JKCIIEPUMEHTANbHBIX paboTax. MBI moka-
3aJIM, YTO OHO CBSI3aHO HCKJIOYUTEIHHO ¢ paboToi
OJHOPOJHBIX M CHMMETPUYHBIX cBs3ed. B cBoro
odepenb, YBEIUUEHUE BKJIaJa aHTUCUMMETPHUYHBIX
BO3/ICICTBHI, HAIPOTHUB, MPUBOJIUT K YXYAIIECHHUIO
M30MpaTENbHOCTH HEUPOHOB. DTO O3HAYAET, YTO
AHTUCUMMETPHYHBIE CBSI3M HE CIyXaT I KOp-
PEKTUPOBAHMS CEIEKTUBHOCTH, a BMECTO 3TOTO
00nanaloT MHOU (PYHKIMOHAIHHON POJBIO.

st Toro 9TOo0B MOHATH, KAKOW WMEHHO PO-
TbI0 OHU 00JIaaioT, PACCMOTPHM, KaK pa3IudHbBIC
TUIBl TOPU3OHTAJBHBIX B3aUMOJIEHCTBUN BIUSIOT
Ha W3MEHEHMsI TNMHUKOBOW OpHUEHTAIlMM OTBETa 3a
BpeMsi ero oTBera. BenuunHa TaKWX W3MEHEHUU
paccuuteiBaiace mo dopmynam (3) u (5), rpadu-
geckoe W300pa)XeHWEe KOTOPHIX TIPHBEICHO Ha
puc. 4. Ha aToM pucyHKe Ta WA UHAS TUIOCKOCTh —
3TO MHOJKECTBO COCTOSIHMI OPHUEHTALlMOHHOW TH-
MEPKOJIOHKHU, B KOTOPBIX IHUKOBas OpUEHTALUA
BCEX KOJIOHOK 3a BpeMs OTBETa CMeENlaeTcs Ha
OJIHYy U Ty K€ BEJIMUYMHY, YKa3aHHYIO Ha BCTaBKaXx.
Ilpu »TOoM 1EeHTpadbHas ILIOCKOCTh, COOTBETCT-
BylOIllasi HYJEBOMY BKJaJdy aHTUCUMMETPUYHBIX
cBs3el, M300pakaeT MHOXKECTBO COCTOSIHHM, KO-
TOPBIM CBOWCTBEHHA CTaOMIIbHAS (HEM3MEHHAS) TTH-
KoBas opueHTanus. M3 pucyHka HarjisiiHO BUJIHO,
YTO TJIaBHOW TPUYMHOW BO3HUKHOBEHHS H3MEHE-
HUW JIETEKTOPHBIX CBOMCTB SIBJISETCS HaJW4YHE aH-
TUCUMMETPHUYHBIX JIOKAJbHBIX CBS3€d, BeAb YeM
BBINIE WX BKJIaJd, TEM CHJIbHEEC TMHAMHUYECKUE CIBU-
ra. B To ke BpeMs MBI BUIMM Ha puc. 4, 4To
CUMMETPHUYHbBIE CBSI3U BIUSIOT HAa JUHAMUKY JIUIIb
KOCBEHHO M ONOCPEI0BAHHO: U3MEHEHHME UX BKJaja
BEICT TOJBKO K W3MCHEHUIO KO3 HIIMEHTa TPO-
HOPIHOHATBHOCTH MeXay napamerpoM BJ5 u Be-

TUYUHON cABUroB 2A0p4, HO HE CaMO¥ BEIMYMHBI
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—————— OpueHTalUOHHAs HAacTpolika B Havaje OTBeTa
OpueHTalMOHHas HacTpolika B KOHLE OTBeTa

Puc. 3. 3aBucuMOCTh MIMPUHBI OPUEHTALMOHHOW HACTPOWKH OT BKJIAZ0B TPEX MOJCHUCTEM JIOKANbHBIX CBA3el (BeTHUMH
BJO, BJZ, BJE). OTH BKJIaJbl OTMeUYeHHl 1o ocsiM X, Y, Z. Kaxaas moBepXHOCTh COOTBETCTBYET MHOXECTBY COCTOSIHUH,

XapaKTepU3YIOIUXCAd OJHMM U TEM K€ 3HAUCHHEM IIMPHUHBI OPUEHTALlMUOHHON HACTPOWKH, yKa3aHHOU Ha COOTBETCT-
ByIOIIEH eif BcTaBke K rpaduky. Ha 3Toil ke BCTaBKe MyHKTHPOM OTMEUYEHAa HAacTpOHKa B Hadale OTBETa, a CIUIONIHOMN

JIMHHEH — B COCTOSHHH yCTOfI‘{HBOFO paBHOBECHA.

2A0p,. OTO 03HA4YaAET, YTO 3a BOZHMKHOBEHHE W3-
MEHEHUH ONTUMAallbHOW OPHEHTALlMU HEHPOHA OT-
BCUAKOT AHTUCUMMECTPHYHBIC, HO HHMKAK HE CHUM-
MCTPHUYHBIC CBA3H.

OOvbenuHss pe3ynbpTaThl, IPUBENEHHBIE Ha
puc. 3 u 4, MBI BHIUM, YTO CHMMETPHUYHBIE U
AHTUCUMMETPHUYHBIE B3aUMOJIEHCTBHUS BBITOJTHSIIOT
pasnmuunbie ¢yakiuu B V1. Kpome Toro, anTtu-
CHUMMETPUYHBIE CBA3M CaMU MO cebe SBIAIOTCS
MeXaHU3MOM (GOPMHUPOBaHHSI AMHAMUKU. B cie-
IyIoIIeM pasfelie MBI pacCMOTPHUM, Kak paboTaer
3TOT MEXaHHU3M.

YU CJIEHHOE MOJEJIMPOBAHUNE
HEMPOHHBIX OTBETOB

MBI BBIIOJHUIIN YUCIEHHOE pelIeHNe ypaBHe-
Hus (1) opu momMomu Meroga OJiiiepa MEPBOTO
nopsaka. Bpemenuo6it mar 01 BeIOpaH paBHBIM
paBHBIM 1 Mc. UHTerpupoBanue nNpoBOIUIOCH MO-
CpPEACTBOM METOJa MPSAMOYTrOJbHUKOB, a IIar HWH-
TerpupoBaHus ObLI ycTaHoBIeH B pasmepe 0,1 pan.
UwncrneHHOE MOJIETUPOBAHWE MPOBOAMIH ISl Clie-
JAYIOUIMX 3Ha4deHWi mnapamerpoB: P = 1 T'n/mA,
T =5mnA,1l=1000A, t, =20 mc, J, = -5 nA/TL,
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Puc. 4. 3aBucumMocTh CyMMapHOH BENTWYMHBI CMEIIEHUS MPEINOYUTaeMOM OpHUEHTalHUHU OT BKIAAOB TPEX IMOJCHCTEM
JIOKAJTbHBIX CBS3€H (BEIUYUH BJO, BJZ, BJE). OTu BKJIaAbl OTMeueHbl 1o ocsiM X, Y, Z. Kaxlnas NoBEpXHOCTh

COOTBETCTBYET MHOXKECTBY COCTOSIHUM C OIpEJCIeHHBIM 3HAaYCHHEM CYMMAapHOIO CIBUra, YKa3aHHOTO Ha COOTBETCT-
Byromeil el BcraBke. Ha 5ToH >ke BcTaBKke NMPUBEICH NpUMEpP AMHAMUYECKHX HM3MEHEHUH, 00NaJalomux TaKHM >XKe
3HaUYeHHEM JHHAMHYECKOTO cIaBura. PaccMoTpeHa cuTyanus, KOTJa [0 HpPEIbSBICHHS CTHMyJa aKTHBHOCTH BCEX
HEHpOHOB cerH OblIa HyNeBoil. B kauecTBe cTUMyna HCHOJNB3yeTcss HaOOp CHHYCOMJANBHBIX PEIMIETOK Pa3iINYHBEIX
opueHTanuii ¢ koHTpactoM C = 1 u mHTeHCcHBHOCTHIO [/ = 300 HA.

]2 = -5 nA/MTL, _]; = —4 nA/Tu. K coxanenuro, BCEro JHUUIb pr606 M Ka4YCeCTBCHHOC YINPOIICHUEC

B CHJIy HM3KOH TOUHOCTHM 4acCTOTHO-NONYNANMOH- PaOOTHI pealbHON HeHpoHHOW cerH. OHO pacKphl-

HBIX MoOJeJell HEUPOHHBIX CETE€d MBI IOJYYUIM BaeT HEKOTOPBIE, HO AAJIEKO HE BCE ACIEKTHI, CBS-
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3aHHBIE C W3MEHEHHWEM IHWKOBOW OpHEHTAlNH OT-
BeToB. PaccMoTpuM Takue acmekTel mojpoOHee.

Pe3yabTaThl ynciaeHHOTo MoaeaupoBanus. [ py-
0asi OLICHKa W3MEHEHUW NMUKOBOW OPUCHTAIMU Ha-
mel MoJeNu mpeAcTaBieHa Ha puc. Sa. Kak BugHO
u3 rpaduka, BEIMYMHA STUX W3MEHEHUU COCTaB-
astet 37,5°.

Ha pwuc. 56,8 MBI MOXXeM BHUAETH OYEHH IPH-
ONMKEHHYI0 pa0OTy MeXaHH3Ma, KOTOPBIH BBI3BI-
BaeT Takue cMmemnienus. s paccmaTpuBaeMoi KO-
JIOHKHW, KaK BHJIHO W3 PUCYHKOB, B Hayaje OTBETa
AKTUBHOCTH HellpoHa (GOpPMHUPYETCS MUCKITIOUHTETh-
HO 3a cuer adpdepeHTHOrO TOKA (puUc. 50, ToUeUHAS
KpHBas), Tak KaK JIOKAJILHBIC CBS3U IMOKa €IIe HE
AKTUBUPOBaHBl. MakKCUMajabHOE 3HAa4YCHUE 3TOTO
TOKa cocraBiser 175 mA u HaOIIOJaeTCs B OTBETAX
Ha pemerku ¢ opueHtranmen 0° (puc. 50, 2, To-
yeyHas KpuBasi). Kak ciencrsue, nepBoHaydalibHas
HacTpoiika KJIETKH (popMUPYyEeTCs MMEHHO Ha ro-
PHU30HTAILHBIC PEIICTKU.

Janee mo Mepe pa3BUTHS OTBETa MUKOBAs OpPH-
EHTalus 3TON HACTpO¥KHU OyleT mperepneBaTh Cy-
[IECTBEHHBIE CIBHUTH, BHI3BAaHHBIE pa0OTOW aHTH-
CUMMETPUYHBIX cBsi3eil. KoHpurypanus Takux cBs-
3el mpuBeneHa Ha puc. 5B. Kak BHIHO H3 3TOH
CXEeMBbI, KOJIOHKY, OTBEYAIOUIyI0 32 BBIJENIEHUE TO-
pu3oHTaNH (pHC. 5B, B IIEHTPE), B TeUEHHUE OOJbIIeH
4acTH OTBeTa OyJeT BO30YXJIaTh JIpyras KOJOHKa,
n30MpaTenpHO pearupyrolas Ha OpPHEHTAIHIo,
paBHyW0 +45° (puc. 58, cnpasa). [Ipu 3trom ¢QyHK-
[MUOHAIBHBIA MOJYJIb, OTBEUAIONIUNA 3a peIIeTKY
—45° (puc. 5B, cieBa), Oyaer mo OOJbIIEH YacTH
O0Ka3bIBaTh TOPMO3HOE BO3[EHCTBHE.

Kak 5T0 moBiuseT Ha aKTUBHOCTh B KOJIOHKE
0°? Dto Oynmer 3aBHCETh OT TOrO, Kakas UMEHHO
pemierka Obla MpeabsBiIcHA. B cirydae ecinu nmpenb-
SIBUTh TOPHU30HTa]b, TO Halla KOJOHKa (puc. 5B,
B I[EHTpPE) CHadajga aKTHBUPYET MOIYIb, OTBEUAIO-
iy 3a opuentrauuo —45° (puc. 5B, ciesa), mocie
9ero TOT, B CBOIO OUepenb, OyAET €e TOPMO3HTh.
PesynpraTromM 3TOTO TOpMOXKEHHs Oyner GopMu-
poBaHWE OTPHIATEILHOTO <«IOKAJbHOTO» TOKa
OonpiIoi aMmiauTynsl (puc. 50, 2, MyHKTHpHAas
JTWHUSA). DTO MPUBEAET K TOMY, YTO TTEPBOHAYAIHHO
BBICOKAsl aKTUBHOCTh KOJIOHKHM OYJeT MOCTENEeHHO
cHIWXaThesa (puc. 50, 2, crourHas JUHUSA).

OpnHako B ciydae IpeabsIBICHUS pemeTku +45°
OyoyT UMeTh MECTO COBCEM HHBIE Ipolecchl. B
TaKO# CHTyallMu Ha KOJIOHKY OyZeT oKa3aHO MOTI-
HOE aHTHCUMMETPHYHOE BO30YXIEHHE CO CTOPOHBI
ee cocela ¢ MpEANoYnTaeMOd opueHTarmendn +45°
(puc. 5B, B neHTpe u cnpasa). Takoe BO30yXAcHUE
CKOMITEHCHPYET TOPMO3HBIN 3(PeKT oT cUMMeT-
PHUUYHBIX W OJHOPOJHBIX CBsI3€d, CO37aB IpPaKTH-
YECKH HYJIEBOUM «JIOKAJbHBIN» CHHANTUYECKUN TOK
(puc. 56, I, myHkThpHas nuHuA). B pesynbTarte
ATOTO 3a cdYeT AeHcTBUA addepeHTHOTO BO30OYXK-

KOXVYXOB

JICHUs] aKTUBHOCTHh HeWpoHa Oyner Oounbmied 4va-
CThIO HapacraTh (puc. 50, I, crutourHasi JUHUS).

HTak, MBI BUAUM, 9TO MOCiEe (OPMHUPOBAHHUS
NepBOHAYAJbHON HAcTpOWKHM Ha opueHTanuoo 0°
B Halled KOJOHKEe OyAZyT NPOHUCXOOUTH KaK MH-
HUMYM JIBa TPOTHUBOIOJOXHBIX Ipollecca: craj
HEHPOHHOM AaKTHBHOCTM B OTBETax Ha TOPHU30H-
TaJIBHYIO0 pemieTky (puc. 50, 2) u ee MocTerneHHoe
HapacTaHue — B OTBET Ha nuaroHainb +45° (puc. 50,
1). Uepes 20-30 Mc 3TH aKTUBHOCTH CPaBHSIOTCS —
3TO ¥ OyZeT cOOTBETCTBOBATh JUHAMHYECKOMY H3-
MEHEHHIO MMKOBOW OpUEHTAIIMH Ha BETUYMHY, PaB-
Hy0 +45° (puc. 5a).

Takum 00pa3om, MBI MMOKa3aJid, YTO TJIIABHOU
NPUYMHON M3MEHEHUN NMHKOBOW OPUEHTALIMU HEW-
poHOB V1 sBisieTCS «IEPECKOK» aKTUBHOCTH C
OJIHOW KOJIOHKM Ha JPYrylo, MO3BOJAIONIUN HEW-
poHaM 3TON KOJOHKHM OTBEYaTh Ha TOT WM UHOHU
CTUMYyJ TakK, KaK 3TO Jenajd HEUPOHBI coceaHe
kosouku 10-20 Mc Hazajg. ITo ABIACTCA TIaBHOM
uaeed Hamed MOJEIIH.

OBCYXJEHUE

Comnocrasienne ¢ y:ke MMEIOIIMMHCS MO eIAMH.
[TocTtpoennas B Hamieil paboTe Moaenb OpUEHTa-
[UOHHOM TMIIEPKOJIOHKU NPEACTaBIIsIET cO00M pac-
IIUpPEHNEe KIACCHYECKOW KOIbLEeBOM Mojaenu (ring
model) [23], mockonabKy MPU HYJIEBOM BKJaJe aH-
THCUMMETPHUYHBIX CBSI3€H ONMHUCaHHAs B Hallel pa-
0oTe MOJelIb M Kjaaccuuyeckas Mozeiab [23] moJiHo-
CTBIO 3KBHBaJIeHTHBI. Kak crienmctBue, B Hell BocC-
MPOU3BOMATCS BCE Te sBJIeHUS U 3(P(PEeKTh, KOTO-
pble BOCIIPOM3BOJIATCA KaK B MOJIENH, OMHUCAaHHOU
B pabote [18], Tak W B JPyrux aHaJIOTHYHBIX
monensx [24-27]. K rakum apdexram, B 4aCTHOCTH,
MOJXHO OTHECTH 00OCTPEHHE OPUCHTAIMOHHOHN Ha-
CTPOWKH, OCYIIECTBIsIEMOe 3a c4eT paboThl OJHO-
PONHBIX U CHMMETPUYHBIX JIOKAJTHHBIX CBA3CH, Ha-
JUYUe CTAlMOHAPHOTO COCTOSIHUS CO ciaboi ce-
JEKTUBHOCTRIO (peXUM A), a TaKXke YaCTHIHYIO
(pexxum B, mim marginal state) u momHyro (pe-
*’uM [') moTepro ycTOMYMBOCTH CHUCTEMBI MpPH OI-
PEIeIIeHHBIX 3HAYCHUSIX TapaMeTpOB.

OTMeTuM Tak)Xe, YTO B PacCMOTPEHHOW HaMu
MOJIETTM ONTHUMAaJbHBIE TMapaMeTphl paboThl OpH-
E€HTAIlMOHHOW T'HNEPKOJIOHKHU — 3TO BEJIMYUHBI, pac-
MMOJIOKEHHBIE B HEMOCPENCTBEHHOW OJM30CTH OT
TpaHuIbl ToTepu ycrounBocTu (puc. 3 u 4). M HbI-
MM CJIOBaMH, YEM JIyylle U Ka4eCTBEHHEH HEHpOH-
JETEeKTOP BBIACISIET TOT HWIM HHOW JOKAaJIbHBIN
NPU3HAK, TEM JIEr4e€ €ro MOXHO BBIBECTH HU3 CO-
CTOSHUS pPaBHOBECHA, TEM MeEHEe OH HaJeXKEH.
OTO — NOBOJILHO WHTEPECHBIE CBOWCTBA, KOTOPHIE
OBLIIM BOCIPOM3BEICHBI TAK)KE U B JPYTUX MOJEIAX
OpPHUEHTALMOHHOW THIIEPKOJIOHKHU (CM., HapUMep,
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YacTtora umnynscauun

CyMMapHble CHHANTHYECKUE TOKH

00Lmii
............ BbI3BaHHBII a(hePEHTHBIMU CBA3SMU
------ BBI3BAHHBII{ JIOKANIbHBIMHU CBA3AMH

Puc. 5. HarnsgHoe onucanue npoiecca (popMUpPOBaHUS U3MEHEHUH MpennouynTaeMoil opueHtauuu. I'paduku Ha puc. (a)
u (0) mocTpoeHBl A KOJIOHKH, COOCTBEHHas MpeArnoYuTaeMas opueHTauus Kotopoi paBHa 0°. (a) — JmHamuka
MPEeIIOYNTaeMON OPHUEHTAINH, 0 OCH a0CIIICC OTMEUEHO BpeMs, 0 OCH OPAMHAT — CTHUMYJIBI Pa3iINYHBIX OPHUEHTANNH,
OTBET Ha KOTOPbIE B PACCMaTPUBAEMBbIi MOMEHT BpeMeHH MakcuMalieH. (0) — [TocTcTuMynbHBIE TUCTOTPaMMBbI (TOJICTas
CIUIOIIHAS), a TaKKe JUHAMHKA CHHANTHYECKHX TOKOB: o0mero (TOHKas CIUIOIIHAas), BBI3BAHHOTO addepeHTHBIMHU
CBA3SIMH (TOYKH), BBI3BAHHOTO JIOKAJBHBIMH CBSI3SIMH (TOHKHH IyHKTHp). Te win WHBIE TpaQUKH COOTBETCTBYIOT
OTBETaM Ha peIIeTKH, n300pakeHHbIe mepen HuUMH. [1o ocu abcumcc — Bpems, MC, 10 OCH OPIUHAT — TOK, MA (ais
MPOCTHIX KPHUBBIX; OCh CieBa), NuOO dYacroTa uMmmyiabcanud, [ (A7 MONYXKHPHBIX KPUBBIX; OCh cmpaBa). (B) —
Konburypanuss aHTHCHMMETPHYHBIX JIOKaJbHBIX CBsSI3ed A1 OPUEHTALIMOHHON KOJIOHKH, NPHUBEAEHHOH Ha puc. (a) H
(6), n cocenHux ¢ Hell KonoHOK. CTpelKaMu ¢ TOYKOH OTMEYEHBI CBS3M C NpeoliafaHueM BO30YXIEHHS, a CTPENKaMH
C 4epToukoil — c mpeobmamaHneM TopMoKeHHs. Ha BCTaBkax yka3aHBl CTUMYINBI, TPEABSBICHHE KOTOPHIX BEIET K
MOSIBJICHUI0 MaKCUMaJbHOTO ad(epeHTHOro ToKa Juld TOW MM WHOH KOJOHKM. HavanmbHble yCIOBHS M HapaMeTpsl
CTUMYJIALIMU T€ K€, YTO U Ha puc. 4.
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paboty [25]). X emie mpeacTOUT MPOBEPHUTH DKC-
MEepUMEHTaJbHO.

Hosble cBoiicTBa Hameil mogeau. Mbl yiyd-
AN KJIACCUYECKYI0 Monenb [23], mo6aBuB Kk Hel
aHTUCUMMETpUYHBIe cBA3u (puc. 1B, 4; 1r, 4).
IIpoBenenHOE HAMHU YIIYUYIICHHE MPUBEIO K TOMY,
YTO K IMEPCYUCIICHHBIM BBHINIE CBOWCTBaAM J00aBH-
JUCh HOBBIE OCOOEHHOCTH, CBSI3aHHBIE C paboToit
OTUX CBsA3el. ['maBHOM TakoW OCOOEHHOCTHIO SB-
JAI0TCS OBICTPBIC W3MCHEHUS TOTO HAaIpaBIICHUS
B IPOCTPAHCTBE, Ha KOTOpPOE HEHpPOH pearupyer
HanboJiee ONMTUMAJIBHBIM CITOCOOOM; B TOCTYITHOM
HaM nuTtepaTtype [6—12] Takne u3MeHEeHUs] Ha3bIBa-
OTCS TUHAMHUKOW THKOBOW opueHTamuu (puc. 5).

Ha ocrHoBanum comocTaBieHHs] T€OPETUUECKHX
U SKCIIEPUMEHTAJIBHBIX JAHHBIX MOXKHO NPENINOJIO0-
KWUTh, YTO 3TO W €CTh T€ caMble M3MEHEHHUs, KO-
Topble ObUTH M3ydeHBl paborax [6—12], a Takxke B
3apyOexHBIX paboTtax [4,5], MOCKOIBKY:

a) NpU OPEObABICHUU IMOJIOCKH WU PELIETKU
OTIPEJICNICHHON OpHEHTAllUU MUKOBas OpPHEHTALIMS
cMmecTuTCs Ha Benuuuny AOpq, xoTopas ompene-
JA€eTCs KOHTpPacToM cTuMyjia (ypaBHeHue (5)) u
napaMeTpaMu HEUPOHHOW CETH, HO HE 3aBUCHUT OT
NpeanoYuTacMo opueHTauu Heipona. [lpu stom
€CIIM CMellleHHEe MMKOBOW OPHUEHTALlUH UMEET MECTO
Npyd OJHUX 3HAYEHUAX KOHTPACTa, OHO TakKxke O0y-
€T COXPaHATbCA W MPH JPYTHX €ro 3Ha4YeHHSX.
AHaATOTUYHBIMH CBOWCTBAMH 00JanaloT HU3MeHe-
HUS, TOJy4YeHHbIE DJ3KCIEPUMEHTaJIbHO B pabo-
Tax [6-12] (mpuMep ONMMCAHHBIX MOJENBIO0 DKCIe-
PUMEHTAJIbHBIX JaHHBIX UMeeTcs B pabore [9));

0) HEWpOHBI, KOTOPHIM CBOWCTBEHHBI H3MECHE-
HMA NUKOBOM opueHtauuu (J; # 0, AOp, # 0),

001a1al0T MEHbIIEH CENIEKTUBHOCTHIO M MEHbIIEH
AMIUTUTY/IOW OTBETa, YeM KIJIETKH CO CTaOWUIbHOU
nukoBoil opuenraunmeir (J5 = 0, AOpy = 0): B
MOJENU 3TO oTpaxkeHo B ypaBHeHusx (5) u (II-19)
(cM. Takke puc. 4), a IKCIECPUMEHTAJIbHO OBLIO
nonydeHo B pabore [11];

B) €CIM TIOCJIE OTBETa Ha pEHIeTKy C OpHEH-
Tanueid 0, MpeabABUTH CTUMYJ C OpHeHTauuei 0,,
TO HEHpPOHHAS CETh MEpPeHeT U3 CTAIMOHAPHOTO
COCTOSIHHSI, B KOTOPOM ITMKOBas OpHEHTAlHS OT-
BeTOB cocraBnsier 0, + AOp,, B cocrosHMe, TIe
ona pasHa 0, + AOpy. Kak cnencreue, cama on-
TUMajJbHas OPUEHTAIUS OTBETa B JAHHOM cCllydae
U3MEHSETCA Ha 3HaueHue 0, — 0, 3aBucALIEe TOJIb-
KO OT IMapaMeTpoB TEKYIIEro W MPEeabIAYIIEro CTH-
MYJIOB. DTO TOJHOCTHIO COOTBETCTBYET JKCIEPH-
MEHTaJIbHBIM JaHHBIM, IPUBEIACHHBIM B pabote [4].

[IpennoxxeHnHass Monenb MO3BOJISICT HaM cle-
JaTh OTpENeeHHBIC TIPEIITOIOXKEHHUS, KacatoIIuecs
OCHOBHBIX CBOWCTB JUHAMUKHU NMHUKOBOW OpHEHTA-
OUU. DTU TPEANOJIOKCHUS TEePEUUCICHBI HIDKE.

KOXVYXOB

1. YeM MeHbIIE acHMMETpPHUs B TPOCTPAHCT-
BCHHOW KOH(UTrypaluu OPHUEHTAIMOHHBIX KOJIO-
HOK, TEM HHWXXE BEJIMYMHA IUHAMHUYECKUX CIBUTOB
y HHX. B wactHOCTH, TaM, TJ€ dTa aCUMMETPHS
OTCYTCTBYeT (HampuMep, B IEHTPaxX KOJIOHOK 00JIb-
IIUX pa3MepOB), BO3MOXKHO MpeolajaHue KIETOK
CO CTAOWJIBLHOW IUHAMUKOM.

2. Hanuuue nuHAMUKU THUKOBOW OpPHEHTAIIUH
MPUBOAUT K YBEIWYEHUIO KOJMYecTBa WH(pOpMa-
LIH1H, COJEprKalleiica B OTAEIbHOM HEMPOHHOM OT-
BETE, HO HE NMPUBOJUT K YBEIMYECHHUIO KOJHYECTBA
uH(popMaIK, colepkalielics B 0TBETax, CPOpMHU-
POBaHHBIX BCEMHU HEUPOHAMU TUIEPKOJOHKHU.

3. YV XUBOTHBIX, Yy KOTOPBIX KOJIOHUaTas Op-
raHu3alus BeIpaxkeHa ciabo, nubG0 OTCYTCTBYET
(HampuMep, y KpbIC HJIM KPOJHUKOB), TUKOBAs OpHU-
eHTauus 1u0o0 He MeHsercs, JUOO0 MEHseTcs, HO
cinabo.

CBsi3aHbl JIM OBICTPhIE H3MCHEHHS IHKOBOU
OpHEHTAIIMH C HW3MCHCHUSAMH BOCHPUHUMAaEMOM
opueHtanuu? Bce u3MeHeHHS NMUKOBOW OpHUEHTa-
IIMMd HEUPOHHBIX OTBETOB B V1 MOXHO MOJEIUTH
Ha ObIcTphIe, mismiuecs MeHee 100 mc [3-12] u He
BBI3BIBAIONINE M3MEHECHHS BOCIPUHHUMAEMOTO 3PH-
TeILHOTO 00pa3a, u 0oJice MeIJICHHBIC, XapaKTep-
HOE€ BpeMsl pa3BUTUS KOTOPBIX IIPEBHIMIACT
100 mc [2,30] u KOTOpBIC BBHI3BIBAIOT HMCKAXKEHUS
BOCIIpHHUMAaEeMoTo o0pa3a, W3BECTHBIC KakK II0-
cradpdext anantauuu (tilt aftereffect). Onucannas
B JTaHHOW paboTe MOJAEIbh MOXKET OOBACHATH OBI-
CTpbleé M3MEHEHMS MNUKOBOW opueHTanmuu [4-12],
OMHAKO HE B COCTOSHHU OOBJCHUTH HUX OoJiee
MeyIeHHble nepecTpoiiku [2,30], mockonbKy Xapakx-
TEpHOE BpEMsS pPa3BUTHSA MEIICHHBIX W3MCHCHHUIH
MPEBBIIIAET XapaKTEPHOE BpPEMsl Pa3BUTHUS OTBETA
B Halled mojenu (BenuuuHa T, B ypaBHeHuu (1)).
C apyroii ctopoHsl, B paboTe [2] OpliTa IpeaoxKeHa
albTepHATUBHAS MOJEIb, OMUCHIBAIOIIAS H3MEHE-
HUSL BOCIpMHHMMaeMOM opueHTauuu. B Hell kiro-
YEBYI0 POJb UIPalOT KPaTKOBPEMEHHBIC IIACTHU-
yeckne mnepecTporku addepenTHsix cBszeil. Ilo-
CKOJIBKY XapaKTepHOE BPEMsl pPa3BUTHUA DTUX Iie-
pectpoek coctariser okoio 100-1000 mc, To Takas
MOJeNib, HalmpOTHUB, MOXET OMNHUCHIBATH MEJJICH-
weie [2,30], HO He ObIcTphie [4—12] U3MEHEHHS TH-
KoBOW opueHtanuu. OObenuHsIs 00a pe3ynbTara,
MBI BHAUM, 4YTO ObIcTphie [4-12] w MenmieH-
svole [2,30] u3MeHeHus] MTUKOBOM OPUEHTAIIUU — ATO
MPUHIIUIIHATRHO Pa3JIMdIHBIE IPOIECCH, TaK Kak
OHHM OTJHMYAIOTCA MO CBOUM CBOMCTBAM, MEXaHU3-
MaM # (QYHKOIHOHAJILHOMY 3HAaYCHHIO.

IIpeanosaraeMoe (QyHKIHOHAJILHOE 3HAYCHUE
aCMMMETPUYHBIX CBsi3e. M bl BUIMM, YTO NPU Ha-
JUYUN aCUMMETPHUHU B MPOCTPAHCTBEHHOM pacImpe-
JIEJIEHUM Ta WM MHAas OPUEHTALlMOHHAs KOJIOHKA
«00benunsier» B cede nmHPopmanuio, odpaboran-
HYI0O HECKOJBKUMH OJIM3NEKANUMH KOJOHKAMHU
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(puc. 5B), U KOOUPYIOT TaKyr WHQOpMAIHUIO IPU
MOMOIIM JIBYX CBOWMCTB OTBETA: BEIUYUHBI U IO-
JIoXeHus ero makcumyma (puc. 50, I, 2). Kax
CIIEAICTBUE, caMa PEaKIHs KJIETOK COJEPKHUT TO-
pasmo Oousblie WHPOpPMAIUU, YeM ee Kakas-Tubo
WHTETpaJibHasl XapaKTepUCTUKa (Hampumep, odIiee
KOJIMYECTBO HMIYJIbCOB 3a oTBeT). IlomoOHbIe
CBOWCTBa MOJEIM COBIAJalOT CO CBOMCTBAMH pe-
aNbHBIX TUIEPKOJOHOK, HAWJICHHBIX B pe3yibTaTe
skcniepumenta [13]. Ilpenmonaraercs [6,13], uTto
3a CYeT 3TOTO OTHENbHBIH HelWpoH obsactu V1
MOJKET TepeaaBaTh UHPOPMAIUI0, 00paboTaHHYIO
HECKOJILKMMHU COCEIHMMU KJIEeTKaMH;, WHaye TOBO-
psl — OCYIIECTBIATH MPOIEAYPY MYJIbTHIICKCUU
3PUTEIBHOTO CHUTHaJIa. 3HAYEHUE TAKOW MYIbTHII-
JIEKCUM MOJXKET 3aKJII4YaThCsi B TOM, YTO 3a CYET
Hee JOCTUraercs DKOHOMHS 4YHcClIa KaHaJIoB, IO
KOTOPBIM 3pUTEIbHAsi HHPOpMAIUs MepeaaeTcs u3
V1 B BeIIENEXKANHME 00JIACTH.

BBIBO/IbI

Monepuu3upoBaHHas KOJblieBas MOJENb cios 4
OPMEHTAI[MOHHOW TUINEPKOJOHKH C aCUMMETpHUU-
HBIM IIPOCTPAHCTBEHHBIM PaCIpENeICHUEM JIOKAIb-
HBIX CBSI3€M, MpeEJCTaBJ€HHAs Ha puc. 1B, MO3BO-
JS€T BOCHPOU3BECTH JUHAMMYECKHE CMELIECHUS
NpeAnoYnuTaeMod OpHUeHTaluu HeillpoHoB VI, a

m
T . — =

—m+
m o 8

Pa3znoxum akTWBHOCTH KieTOK m(0, 1) B psan
Dypse:
+o0
m(0, 1) = X m,, (t)e*"®,
n = —oo

T

2
m2n(t) = J %m(ef’ t)e—Zine', ne Z’ (1_[_2)

T

2
m_y,(t) = my, (1),

rae mg(t), my(t), m_(t), ... — COOTBETCTBYIOIIHE
KO3 (HUIMEHTHI Pa3I0XKeHUs, Ha3bIBACMbIC TAPMO-
HMKaMH. YDaBHEHHE m_,, (1) = m,,(t) coeayer u3
Toro ¢akta, 4TO AKTHBHOCTh KOJOHKH m(0,f) —
9TO BEIICCTBEHHAs] BEIUYUHA.

ITocne storo pasnoxum unterpan B (II-1) Ha
OTACNbHBIC CllaraeMble, 3aTeM IOJCTaBUM B HHUX
(I1-2):
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TaK)Xe OMUCATh MHOTHE DKCIepUMEHTaIbHbIE (Dak-
THI, KaCarOMMUeCs dTUX CMEIICHUN, B paMKax €Iu-
HOM TeopeTuyecKod KOHIEenuuu. MBIl 0Xujgaem
JNajbHEWIIee pa3BUTHUE ITOW KOHICMINHU, U B TEp-
BYIO Ouepelb, €€ NPUMEHEHHE MPHU YCOBEPIIEHCT-
BOBAaHUU JIBYMEPHBIX MOJIEIEH OPHUEHTALMOHHOU
TUNEPKOJIOHKH.

ABTOp paboThl X0Ten OBl BBIpa3UTh OJaromap-
HOCTh 3aBeayromeMmy JlabopaTtopuu (GU3HOIOTHH
CEHCOpHBIX cucTteM MHcTtuTyTa BbICIIEd HEPBHOU
JesTenbHOCTH U Helpodusuonoruun PAH n. 6. H.,
npod. M.B. boHnmapio 3a momomp B HamWCaHUU
paboTHI.

[MPUJIOXEHUE

B npunoxenun mpuBeneHo MonpoOHOE OmMuUca-
HHUE aHAJIU3a COCTOSHUN YCTOMYMBOTO PaBHOBECHUS
CHUCTEMBI, a TakKXe BbIBOJ ypaBHeHHH (3)—(6).

Yrpomenue ypaBHeHUsl JHHAMHKHU HEHPOHHOM
AKTUBHOCTH. /[ MpPOCTOTH M HArJIsAJHOCTH pac-
cMoTpuM ciydai ¢+ > 0. BBoas 3navenus j, =
1 1 1. .

1 .1 _ L.y _ —2i0 -

2J0, Jo = 2J2 21J2, c = Ce?"™, Tne i — MHUMas
elIMHHIA, U TpuMeHss Gopmyiny Dinepa KO BceM
TPUTOHOMETpUYECKHM (QYyHKIHSAM ypaBHeHHS (1),
MpEACTaBIsieM 3TO ypaBHEHHE B BHUJIE:

— A

2d0’ S
7}’)1(9,, t)[jo +j26219—219 +j26219 —219] . (H_l)
T
n
2
om . 1 . ;
g, =M g{[l + 2fgmol +| Sle + Zjym, %0 +

(I1-3)

+|5fe + 2Fm; e—w},
HanomHuMm, 4TO B 3TOM ypaBHEHHHU g(X) — 3TO
nepenatoyHas (QyHKIHUS M3 cOOTHomeHus (2), a
apryMeHT 3TOW (QyHKIHH — OO CHHATITHYECKUI
tok 1(0, #). Jna Toro 4TOOB pacCKpHITH g(x),
NPEJACTaBUM 3TOT TOK B CIIEAYIOIIEM BUJE:

10, 1) = [ + 2jymy] +

| (T1-4)
+2 Elc + 2j,m,|cos(20 — 26p),

rae Gp(t) — coOCTBEHHAs MUKOBasi OpHEHTALHS KO-
JOHKHW, OOIMWI CHHANTHYECKUH TOK KOTOpPOW B
paccMaTpuBaeMbIi MOMEHT BPEMEHH MaKCHMaJlCH.
Omna ompenensercs Kak
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1 . (II-5)
ZGP =- Arg{ilc + 2]2m2}.

1(0, t) mpuHMMaeT MaKCHMallbHOE 3HadYCHUE
npu 6 = 6, n MUHUMaJIbHOE — NIPH 0 = 0, + m/2.
3anuuieM STH 3HAYCHHA:

b

I () =1+ 2jyny+2 ‘ %lc +2j,m,

(I1-6)

I (@) =1+ 2jym,—2 ‘ %lc + 2j,m,

Cornacao ypaaHenusiMm (1) u (2), B hopmupo-
BaHWU TATTEpPHA HEUPOHHOW AaKTUBHOCTH OyIyT

" ot

2. Caywau C. I, 2T = I,,. dna Hero

MaKCHUMaJbHBIM CHHANTHYECKUN TOK MMpeBbIIIACT
mopor, a MHUHHUMAJILHBI — HET:

I =1+ 2jymg— %lc+2j2m2 <T<Il+

min

. 1 .
+ 2jgmg + Elc + 25my | =10

B sToM ciiydae yacTh OpUEHTAIIMOHHBIX KOJIO-
HOK IOJIy4aeT HaAIopOroBOe BO30YXICHHE U IO-
TOMY aKTHBHA, a OCTaBIIAsICS YaCTh — IOJIOPO-

3. Ecnu Bce KOJIOHKH MOJIYYaloT MOIOPOTroBOe
BO30y)K/I€HHE, TO HHWKaKas aKTHBHOCTh B HEWPOH-
HOW CETH HE TEeHEepHupyeTcs:

I<I . =1+2m,+ %lc+2j2m2 <T.

m

[TomoOuBIN crmy4aii BO3MOXKEH TOJBKO TIPH
MpEIbsIBICHUU CTUMYJIOB HU3KOW MHTEHCHUBHOCTH,
au60 TPU HX OTCYTCTBUU:

I(1+ C)<T.

AHa/IM3 COCTOSIHMIA YCTOIYHMBOIO PaBHOBECHUS
ana cayqas F. Ilpoauddepennupyem my(t), m,(r)
u3 ypaBHenuit (I1-2) mo BpemMeHM M TMOJCTaBUM
pesynbTaT 3Toro neicreus B (II-8), yuuTeiBas co-
oTtHomenue [ >> T:

mg
’Cm? =-(1- BJO)mO + Bl,

T om _ m + B{[l — T + 2jymyl + {%lc + 2j2m2}e2"9 + {%lc + 2j2m2}62"9}.

; 1 ; ; 1 . ;
B{[l + 2jgmg] + [ZZC + 2]2m2}6219 + {210 + 2]2m2}e‘2’9 - T}, 6-0,] <6,

KOXVYXOB

y4acTBOBAaTh JIMIIb T€ KOJOHKHU, IJISI KOTOPBIX [ =
T. B 3aBUCUMOCTH OT COOTHOUIEHHUM MEXAy Be-

avwuuHamu I, 1 u T BO3MOXHBI TPU ciy4das.

1. Cayyaii F. OH BO3MOXEH TOTHaa, KOTJa CH-
HAaNTUYECKUH TOK Y BCEX KOJOHOK OOJIbIIE MOPO-
TOBOTO 3HAYECHHUS:

min’

1

I1>1 5

min =1+ 2jgmg — 2‘ lc+2j,m,| 2T. (I1-7)

Jns mero BeIpakeHwme g(x) w3 ypaBHEHHS (2)
PacKpBIBaeTCs CIEAYIOIIUM 00pa3oM:

(I1-8)

rOBOE M IMOITOMY «MOJYUT». MX pas3jaensror Ko-
JIOHKH, CHHAIIMYECKUNA TOK KOTOPBIX pPaBEH MOPOTY
T. O603HaYMM HX HPEANOYUTAEMBIE OPUECHTALMHU
kak 0+ 0. MMeeM cooTHOmIEHME, CIIENyIOIIEE U3
Beipakerus (I1-4):

I(Gp +0,,1)=1+2jym,+ (I1-9)

1 .
+2 Elc + 2j,m,|cos(+20,) =T.

VYpasuenue (5) aist pexxuma C MpUHUMAET BUJ

(I1-10)
0,[0-6,|>8,.

m,

—= I-11
o (TT-11)

T =— (1 -2Bj,)m, + %Blc.

[IpupaBHuBas seBbie yacTu ypaBHeHuil (I1-11)
K HYJIO, HAXOAUM EJUHCTBEHHYK CTallHOHAPHYIO
TOUKy A ciaydas F, 3agaHHyr0 paBHOBECHBIMU
3HAYCHUSIMU TapMOHWK my, m3:

w__ B - Bic ([1-10)
my=—————""\ Mms=—---—_—"". -
0 > My .
1-BJ, 2(1 - 2Bj,)

HazoBeM 3Ty crainmoHapHYIO TOYKY COCTOSIHU-
eM F. B sToM cocTosHMM KjieTKa oOllagaeT Mak-
CHMaJIbHO UIIMPOKON OPUEHTALlMOHHOW HAaCTPOW-
KOH, TMOJyIIMpHWHA paBHA TU/2.

Halinem cmenieHue nUKOBOW OpPUEHTALMHU 32
BpeMs pa3BUTHS OTBeTa. [y 3TOTrO 3amuiieM npo-

CTPaHCTBEHHOE PacIpeAEIEHUE HEMPOHHON aKTHUB-
HocTH B cocTosiHud F. Ero Mbl MOXKeM MOJNYy4HUTb,
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noacraBu (II-12) B (II-2) u yuTa cooTHOIIEHUE
(I1-5):

oo oo oo 2l s, —2i Bl
m=(0) = mgy + m5e’® + mye20 = 1_BJO+
pic :
+ —————cos[20 — 20, — Arg(1 — 2fj,)].
1 - 205, 0 ?

Temnepp st TOTO, YTOOBI HAWTH MMUKOBYIO OPH-
GHTALMIO KOJOHKU B KOHIIE OTBETa (B COCTOSIHUH
YCTOWYMBOTO PaBHOBECHS), HEOOXOAMMO OIpeae-
JUTH, IPU KaKUX 3HAYCHUSIX OPUEHTALMHU PEIIECTKU
0, aKTUBHOCTh KOJIOHKM C NpPEINOYUTAEMON OpH-
eHTanueil, papHod 0, Oyner makcumanbHa. Jlns
aroro mpoauddepeHupyeM BHINIEYKa3aHHOE BBI-
paxkenne 1o 0, ¥ IpUpaBHAEM pPE3yJNbTAaT 3TOTO
JeUCTBUS K HYNI0. B uTtore MBI MOJy4YuM:

206, = 90|aam?°;0 —0=—Arg(l - 2Bj,),

0

rae ABp — pa3sHOCTb MEXJy MHKOBOW OpHEHTalMER
B KOHIIE OTBETAa M MPEANOYUTAEMON OpHUEHTaIuei
KOJIOHKHU. YIpoulas 3TO BBIpaK€HHE, MOJydyaeM B
urore ypaBHenue (3).

OmnpenenuM Teneph TPAHUIBI CYIIECTBOBAHHS
cocrossaust F. J{nsg sToro mojacTaBUM ypaBHEHHS
(IT-12) B ycnosue (I1-7) u yurem, uto [ >> T (MBI
MPEIbIBISIEM CTUMYJIBI, CYIIECTBEHHO MPEBBIIIAI0-
IIUEe MMOPOTOBHIEL):

2B ‘ %lc + 2j,m,

om
Tm§=—m+

Teneps, nanddepeHunpys BeauuuHBl M (1),
m,(t) u3 Beipaxenus (I1-2) mo Bpemenn u mnox-
CTaBJIAA TOJYYSHHBIE MMPOU3BOJIHBIE B BBIpaKCHHE
(IT-15), BeIBOAMM cHEAyIONIHE YPaBHEHUS, OTHUCHI-
BAION[HE WX JAMHAMUKY:

om

0 1 .
Tm? = — mo + ZB ' Elc + 2]2m2 Y2(6c)’
(IT-16)
om, 1 .
Tm? =—m,+ B(Elc + 2szij1(ec)’

rae v,(0,), v,(0,) — mepBas um BTOpas TpPaHCIEH-
JeHTHBIE (QYHKIMH cOOTBeTcTBeHHO. OHM ompene-
JSIOTCSL CIIEAYIOIIMMH YCIIOBUSMH:

20, sin40,

0,)=—%- :
(O T 27
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[cos(20 - 26,) — c0s20,], 10 - 6,| <6,
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(1= B2 + (BI? > (1 = BJ2C2, BJ,< 1. (T1-13)

Hakonen, HaileM rpaHuilbl yCTOMYUBOCTH 3TO-
ro cocrosiHus. st 3TOro 3amuiieM XapakTepHu-
cruueckoe ypaBHenue ans (I1-11):

BJy— (A +1) 0 0
0 BI,—(A+1)  —BJ =0,
0 B3  BL-(A+1)

rac A — COOCTBEHHBIE YHUCIA CUCTEMBI.

Ecnu MBI packpoem JeTepMHUHAHT MaTpPHUIIBI
cieBa W HaWIeM KOPHH XapaKTEPUCTUUYECKOTO
ypaBHEHUS, TO YBUIUM, YTO 00JIACTH YCTOWYUBO-
CTH, JUISI KOTOPOTO XapaKTEPHO COOTHOINEHHE A <
0, ompenensiercss YCIOBHSIMHU:

BJy<1, BJ,< 1. (I1-14)

OO6nacTh B MPOCTpPaHCTBE NapaMeTpoOB, OMH-
ceiBaeMas ypasaenusmu (I1-13) u (I1-14), ormedena
Ha puc. 2a. PYHKIUOHUPOBAHUE HEHMPOHHON CETH
B TaKOM peXHMe Ha30BeM (PYHKIIHOHHPOBAHUEM
CHUCTEMBI B peXHME A.

YcroiiunBble CTAMOHAPHbIE TOYKM M IMKJIBI
aas cayyast C. Jlns moncka COCTOSTHUH yCTOMYH-
BOro paBHoBecus B ciaydyae C HE0OXOIMMO BeH-
yuHy T B ypaBHeHUM AuHaMuku aktuBHoctu (I1-10)
3aMEHUTH Ha JIeBYI0 dacTh paBeHcTBa (I1-9), mocne
Yero YHPOCTHUThH IOJyYEHHBIH pe3ynbTart:

(I1-15)
0.10-9,/>0..

I1-17)

sin20, — 20 c0s20,

1,0, = .

Otu aBe pynkuuu npu 0 < 0, < 1/2 npuHUMAIOT
3HaueHus B uHTepBane [0; 1] m sABIAIOTCI MOHO-
TOHHO BO3PacTalOUIUMU.

CranmoHapHBIE COCTOSHUSA CHCTEMBI OTIpeje-
ngioTcs ucxonas w3 ypaBHenuiun (I1-16) m ycmoBus
(I1-9):

2Jomy +1+2 ‘ %lc + 2j,m5 | cos207 =T,

1,(62), (IT-18)

mg =20 ‘ %lc +2j,m$
. 1
(1= 2B,v,82)m3 = 5Pley, (67),
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rjae 0 — 3HaueHre KPUTHYECKOTO YIila B COCTOSHUH

paBHOBECH. JIeBass 4acTh IOCIEIHErO YpaBHCHUA
noapasymeBact HGOGXO)_'[I/IMOCTL pacCMOTpCHHUA 00-
aiero ciiydast, COOTBCTCTBYHOHLICTO YCIIOBHIO 1 -

2Bj,v,(6) # 0, m yacTHOTO Cilydasi, Julsi KOTOPOTO
cnpaseanuBo ypaBHenue 1 — —20j,y,(6°) = 0. Ha-
30BeM HX ciaydaeM W u ciaydaeM M COOTBETCT-
BEHHO.

Cayuaii W. OH UMeeT MeCTO NpPH BBINOJHEHUH
onHOTO M3 HepaBeHCTB: BJ,y,(0) # 1, BJ; # 0. B
9TOW CHUTyalluu 00€ YacTH MOCIEIHEro ypaBHEHUS
B BeIpaxkeHuax (I1-18) moxHO pasnenuTs Ha Be-
maunny 1 — 20j,y,(6°) u yBuumers, 4TO 3TOMY
CIy4Jaro Takke OyJIeT COOTBETCTBOBATH €IUHCTBEH-
HOE€ CTAI[MOHAPHOE COCTOSHUE!

. BionE)

O 1= 2Bjyy, (0)]
BICY,(67)

2(1 - 2Bj1,(62))

HazoBsem ero cocmosanuem W. 3HaueHue Kpu-
TUYECKOTO yria 0F° B HEM HAaXOIAMTCA IYTEM MOJI-
cranoBku 3Hauenuit (I1-19) B ypasuenus (I1-9). B
pe3yibTaTe BBIMOJHEHHUS JTHX JEHCTBUH MBI IO-
nydaeM ypaBHeHue (4). 3amaHHBIA STHM YypaBHE-

HMEM KPMTHYECKHH yros 07 COOTBETCTBYET IIOJY-
HIMpUHE OPUEHTALIMOHHOW HacTpoiiku. B xoopau-
nHarax (BJ, PBJ, PBJ5) ypaBHenme (4) Oymer omu-
ChIBaTh KOHHMYECKYIO MOBEPXHOCTb, KOTOpas Xa-
PaKTEpU3yeT MHOXECTBO COCTOSIHUH, COOTBETCT-
BYIOIIMX OIpeJeleHHOMY 3HadeHuto 0. Jlna pas-
JTUYHBIX 3HAa4YeHWH O, 3a1al0TCs pasHble KOHMYE-
CKHE IIOBEPXHOCTH, KOTOpbIE, B CBOIO OYEpe.b,
OyIoyT pacrojioXeHbl BHYTPU KOHYCa, OIpEaeiieH-
HOT'O HEpaBEHCTBaMMU:

(1= BJy)? + (BJ3)* < (1 - BJp1C?,
BJ, < 1.

(I1-19)

m2=

(I1-20)

OH u Oynmer 001acThiO CYHIECTBOBAHHS CTa-
UOHapHOTO cocTosiHuS W. ['paHuIBl 3TON 06mac-
TU B IpOCTpaHCTBe mapamerpos npu C = 1 HeW-
POHHOH ceTm oTMedYeHbl Ha puc. 20. Hazomem
Takyw o0yacte pexcumom b. OTMerum, 4to ecinu
MpPEAbSIBICH HU3KOKOHTPACTHBIH CTUMYJ, TO JaxKe
HaxXoMsICh B pexuMe b, cucrema mpHAET K COCTOS-
Huio F, a He k cocrosHMIO W, KaKk 3TO MOJXKHO
BuAeTh u3 ypaBuenuiun (I1-13) m (I1-20).

AKTHUBHOCTP OPHUCHTAIIMOHHOW KOJOHKH B
ATOM COCTOSHUU HaXOJHUTCS, €CITH MOJCTaBUTh CTa-
uuoHapHbie 3HaueHus rapmonuk u3 (I1-19) B (I1-2)
u ydectb cooTHomeHue (I1-5):

KOXVYXOB

Ic «
|l - 2BJ2Y1(6c)|
x {cos(20 — 26, — Arg(1 — 2Bj,Y,(07))) — cos26,}

m=(0; 0,) =
+’

rae

(x}.= 0,x <0,
*)x, x 20.

Kak u B cocrosuum F, B cocrosaun W casur
NPeANOYUTaCMON OPUEHTAIMU KOJOHKH 32 BpEeMs
pa3BUTHS OTBETa HaXonuTcs nytem auddepeHnn-
posanua m*=(0; 0)) no Benuuune O, U NpPUpPaBHHU-
BaHUs TMOJIYYUBIIErOCS BBIPAXKCHUS K HyIw0. B
pe3yipTaTe 3TOTO MBI MOJYYUM ypaBHeHHE (5).

Teneps ompenenuM, IpU KaKUX YCIOBHUSX 3TO
CTallMOHApHOE COCTOSHUE OyneT 00JanaTh yCTOWM-
YUBOCTHIO. J{JIs1 3TOTO cllenaeM CIeayIoIIyo 3aMeHy
B ypaBHeHnusx (I1-14) u (I1-9):

z= [3(2j2m2 + %lcj = [z]e?®..

PesynbTaT 3TOW 3aMEHBI BBITJISIUT TakK:

2Bjymy + Bl + 2|z|cos26, = BT,

omy,
Tm? =—-my + 2|Z|Y2(ec)’
dlz| 1
ng = (BJ,y,(6,) - D)z| + EBZCCOS(290 +20,),
00, .
Tl 21175 == BN Okl -
- éBlCJT—ZFsin(ZGO +20,).

[ToacraBum B 3T0 ypaBHeHue 0.(¢) = 07 + 60, ;
my(t) = my + dmg; [2|(t) = |z~ + +3z|; 6,() =
07 + 00, u nMHeapu3yeM MOJIy4UBIIYIOCS CUCTEMY:

d0m,
"ot

20 2sin202
| B = — 1 [3my + ———<5e],
T T

T
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ma_glt_[: 2/ o 2@6m0+
a2 Sm%ﬂ 18] + By, (02056,
Y8 27 ¢ z
Tm@[ﬂz{i‘:ﬁez] _ BZJOJ;ste‘;’SmO )
- BJ3 20, st Slz] + [BJ,y,(6) — 112|z|~36..

27

Pacnucas XapaKTECPpUCTUUCCKOC YPAaBHCHUC JId
3TOH HHHGapH3OBaHHOfI CUCTCMbI, MbI IOJYYUM
ClIeayrmue yCiaoBus YCTOI\/'I‘-II/IBOCTI/I CTallMOHAapHO-
'O COCTOSAHHUA:

oo )

20
A+ 1P —|BJ— +sz7€ A+ 1)2+

On
802  2sin220~
+| B2/, n; R |+
B O] o+ o (0 ) S
20 m
& B 2Py (6) 2sin220°7 B 402 _ 67sind6y 0
ol<=/21 ¥1\M¢e Tl32 1'52 TI:2 ’
Rel <0.

Jlns xaxxaoW M3 TOYEK, 3aJCWCTBOBAHHBIX B
NOCTPOCHHH TpaduKOB Ha puc. 2—4, NPOU3BOAUIN
yucieHHoe pemenue ypasHeHud (I1-19). Bee Toukn,
HE YIOBJCTBOpPSBINKE yCIOBUIO ReA < 0, u3 stux
rpadukoB yOMpanuce.

Cayuaii M. JIns HEro BBINOJIHAETCA COOTHO-
menue BJ,y,(0,) = 1. Cornacuo pasencrsam (I1-18)
OH BO3MOJXXEH TOJIbKO Torzaa, koraa ¢ = 0. MHbIMHu
CIIOBaMHM, B OTBETAaX Ha BBICOKOKOHTPACTHBIE pe-
IEeTKU CTAIIMOHAPHOTO COCTOSHHUS, COOTBETCTBYIO-
Iero TakoMy ciydalo, He cymecTtByeT. [loncTaBum
ycinosue ¢ = 0 B ypaBHenus (I1-16):

Im .

Tm? =- mo + 4BI]ZmZIY2(9c')’
om, .

’cm7 =—m, + 4Bj,m,y,(0,).

B nocnexHee M3 3THX ABYX YpaBHEHHH IMOJ-
- 26
CTaBUM m, = |m,le
o219,

> U YMHOXWM pe€3yJbTaT Ha
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mo .
Ty, =~ Mo+ 4Blmals(0,),
d|m,|
T 8t2 =[BJ,y,(6,) — Llim,|, (IT-22)
9(26,) '
Ty == B (6.

Ecnu MBI ipupaBHsIEM JIeBbI€ YaCTU YPaBHCHUM
(I1-22) k Hyn¥O ¥ NOACTABUM IOJYYEHHBIA pE3yib-
tat B (I1-9), To yBuauMm, 4To B cinydae M BO3MOXKeH
TOJIKO OJWH CTAaIlHOHAPHBIA PEXUM pabOTHI CHC-
TEMBblI, KOTOPBIA HaXOAUTCA Kak

l

|m |°° == . + ,
? 41, |(BJ v,(87) + cos267)
me=— BZYZ(GC) (e 3 L
07 BIG,(0) + c0s20 N BJ,

« Iy—t
20,(t,) = 20,(t,) - BJzyl(G‘;")T—l, t1,>> T, .

m

TA€ t|, t, — BpeMs, NPOIIEANIEE MOCHE BKIIOYCHHUS
crumyna. 3 3TUX ypaBHEHUH BBITEKAIOT YCIOBUS
cymecTBoBaHUA ciaydas M. OHH mapaMeTpudecKu
3aJal0TCA CICAYIOUIUMH HEPaBEHCTBAMHU:

c0s20%° (I1-23)

- 1,(07)

0<6,<7, BJ,= > 1, By <

Y,(67)

rae Y;(x), Y,(x) — byHKuuu, omnpenensieMble COOT-
HomeHueM (I1-15). Bce atu ypaBHEHUd onpenensoT
B MPOCTPAHCTBE NMapaMeTPOB HEHPOHHOU ceTH 00-
JaCTH, TPAHULBI KOTOPOH OTMEYEHBl Ha pHC. 2B.

ITpu TakoMm pexxume BeMYMHA 0, HE CTPEMUTCA
K OIpEACIEHHOMY PaBHOBECHOMY 3HAYEHHUIO NPU
t — +oo. BMecTo 3TOro OHa MeEHsETCAd C MOCTO-
SIHHOM CKOPOCTBIO IPU HEU3MEHHOM |m,|. ITom06-
HblE M3MEHEHHS] ONMMUCHIBAIOTCS Ha (a30BOW IIIOC-
KOCTH B BHJE 3aMKHYTOW KpmBoi. OHHM mpencras-
JAI0T co0OW cTanmMOHapHBIE KOJIeOaHHUS BEITUYHH
Re m,nIm m,, 9T0 COOTBETCTBYET MEPUOANIECCKHM
KOoJIeOAaHUAM HEHPOHHOM aKTUBHOCTH B KaXIOU
KOJOHKE. DTH KoJyiebaTenbHbIE MPOIECCH IHUPKY-
JUPYIOT MO BCEHl OPUEHTAIMOHHOM I'MIEPKOJIOHKE,
IepecKkakuBas C OJHOTO MOJYJsL Ha JApPyroil u
Ha3bIBAIOTCS CTallMOHApHBIM LUKJIOM. Hazosem
ero nukiaoMm M.

OmnpenenuM, TpH KaKUX YCIOBHUSAX OTOT CTa-
OUOHAPHBIH HUKJI Oynmer ycroiums. [ns 3Toro
nojacraBuMm ycnosus 0.(f) = 07 + 80, my(t) =
mg + Omy; |m,|(t) = |m,|” + dm,| B ypaBHenus
(IT-22) u nuHeapu3yeM MOJYUYUBIIYIOCS CHUCTEMY:
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T
oot

T =
"ot o

00m,, ()t

— 1]8m0 + B2 —

2
BJy

dd|m,| BJyJ, sin26% 40
= |2j2| Smo + BJZT -2 5|m2|

Hccnenyst XxapakTepUCTUUECKOE ypaBHEHHUE IS

9TO# CHCTEMBI, MOJIYIUM, YTO B 00J1aCTH, 3aJaHHOU
HepaBeHcTBaMu (I1-23), Ham cTalMoOHApHBIN UK
YCTONYHUB.
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A Model of Temporal Encoding of Stimulus Orientation
by Neuronal Responses in the Primary Visual Cortex
S.A. Kozhukhov

Institute of Higher N ervous A ctivity and N europhysiology, Russian A cademy of S ciences,
ul. Butlerova 5a, M oscow, 117485 Russia

It has been shown experimentally that stimulus orientation that elicits the optimal response in an
orientation column in the primary visual cortex (area V1) undergoes quick systematic changes
occurring during 10-100 ms. These changes allow different orientation columns to encode information
from multiple items in visual space (so called temporal encoding). However, the mechanism
responsible for these changes is still unknown. Besides, most of modern biophysical models are
unable to reproduce these changes; peak orientation of their responses is permanent during the
time course. In this paper, we suggested to improve firing-rate ring model of the orientation
hypercolumn by replacing: spatial symmetric distribution of local connections with spatial asymmetric
distribution. As a result, we have more perfect model able to reproduce such changes. Moreover,
their amplitude is proportional to extent of asymmetry in spatial distribution of local connections.

Keywords: firing rate model for neural population, orientation tuning, dynamics, primary visual cortex,
orientation column, short-range horizontal connections
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