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CTpyKTypHO-(PYHKIIMOHATBEHBIMY IMHUIIAMH 3PUTETBHON KOPHI SIBJISTIOTCST PETYJISIPHO pacIipe-
IeJIeHHBIE B TAHTEHIIMATBHOM IUIOCKOCTH KOPHI KOJIOHKY (MOIYJIN), OpTaHN30BaHHbIE HEMpOHa-
MU, 00 bETMTHEHHBIMU OOIITHOCTHIO KJIETOYHOTO OTBETA. 3aJIOKeHNe U HadabHOe (DOpMUpOBaHIE
KOPKOBBIX KOJIOHOK ITPOUCXOIUT BO BpeMs IMeproaa OHTOTeHe3a, He3aBUCUMOTO OT 3pUTEITLHOTO
ombiTa. JanbHelimnee opMrUpoBaHUe KOJOHOK, UX CO3PEBAHUE HAXOMSITCS TION BIUSHUEM 3pU-
TeJIbHOTO onbITa. B 0030pe mpeacTaBieHbl JaHHBIE O KJIacCU(MUKALIMKA KOPKOBBIX KOJIOHOK U OC-
HOBHBIX (pa3aX MX OHTOTEHETMYECKOTO pa3BUTHs. Takke MPENCTaBICHO HECKOJIbKO (PaKTOB B
TTOJTb3Y BO3MOXKHOI CBSI3M MEXKIY Pa3BUTHUEM KOPKOBBIX KOJJOHOK M TPETHMM MPOBOISIIINM KaHa-

JIOM.

Knwoueegwvie crosa: 3putenbHast Kopa, KOPKOBbIE MOIYJIM, OpUEHTAIIMOHHASI KOJIOHKA, TUPEKIINO-
HaJIbHas KOJIOHKA, IIMTOXPOMOKCUIA3HbIE OJI00BI, OHTOT€HES
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3puTenbHas cucTeMa — JUAUpYIolast U3 op-
raHOB YYBCTB Yy MHOXECTBa MJICKOIIUTAIOIIUX, B
TOM YKCJI€ MHOXECTBA MPeACTABUTEIEH OTPSIIOB
Primates (npumatbl) u Carnivora (XUIIHBIC).
DTOT (paKT, BKyIle C OTHOCUTEIBHOM JIETKOCThIO
9KCHEePUMEHTAIbHON MaHUITYJISLIMU 11O MOIU-
dukaluuu 3puUTeabHON (GYyHKUMU, caeaan 3pu-
TEJIbHYI0O CHCTEMY OJIHOI 13 HauboJjiee 4YacTo
W3y4yaeMbIX MpU UCCIETOBAHUM CEHCOPHOIrO
NPOLECCUHTAa U HEHAPOHAJIbHOM ITJIAaCTUYHOCTHU.
3puTesibHas Kopa psifia BbICIIMX MJIEKOIWTAO-
LIUX YITOPSIIOYEHA HE TOJbKO B TOPU3OHTAIbHOMN
IJIOCKOCTHU (TToApa3aesieHa Ha CJI0M), HO U B BEp-
TUKaJIbHOW (Mompa3sieieHa Ha KOJOHKW/MOMY-
). HelipoHbl B cocTaBe Moayiaeit 00beaMHEHBI
CBOMCTBaMU KJIETOUHOTO OTBETa U/WUJIU XUMMU3-
MOM, W MNpPEICTaBISIOT COO0ON CTPYKTYpHO-
¢dyHKIIMOHANIbHbIE eAWHUILBI KOopbl. Hauboliee
3HAYUTEJIbHOE Pa3BUTUE MOIYIU MOJYy4YUJIU B
MNepPBUYHOM 3pUTENbHOI Kope. UMeHHO 0 HUX U
MOMIET peuyb B JAaHHOM 0030pe.

MooynbHas opeanuzauus nepeuyuHoil
3pUMENbHOU KOpbl

Hauanom spbl u3ydeHUs1 KOPKOBBIX MOAYJIEH,
BEPOSITHO, CJEAYEeT CUYUTATb WCCIEIOBAHUS

S. Ramén y Cajal (1909) u R. Lorente de No
(1938), omnucaBLIMX TpyNMbl BEPTUKAIBHO pac-
MOJIOXKEHHBIX HEHPOHOB, MPOXONSIIMX Yepe3
BCE CJIOU KOPbI, U MPEATNOJOXKUBILINX, YTO 3TU TPYIT-
bl (KOA0HKU) SIBISIIOTCSI €€ CMPYKMYPHOU eIUHU-
ueit. Kinetku B cocraBe 3Tux y3kux (30—50 um) ko-
JIOHOK (BITOCJIEACTBUM Ha3BaHHBIX MUKPO- WIU MU-
HUKOAOHKaMU) WMEIOT MHOXKECTBO CBSI3€i TIO
BEPTUKAJIbHON OCU U Majoe X YUCJIO — I10 Io-
puzoHTanbHoOlt (KpacHomiékona, 2007; Mount-
castle, 1957, 1997; Szentagothai, 1983; Favorov,
Kelly, 1994; Buxhoeveden, Casanova, 2002). Cy-
1ecTByeT mnpeanojoxenue (Mountcastle, 1957,
1997; Buxhoeveden, Casanova, 2002), 4yTo Mu-
HMKOJIOHKA 00pa3yeTcsl Ha 0a3e oHmoeeHemuye-
CKOUl KO0OHKU — CTPYKTYPHOM €IUHMIIBI, Chop-
MHUPOBAHHOI BO BpeMsI KOPTUKOTeHE3a MUTPU-
PYIOILLIMU BIIOJIb PAiUaJIbHON [NIMYM HEUPOHAMU
U MPOUCXOMIIIEH OT €IMHOM IMPOTEHUTOPHOM
kietku (Rakic, 1988). OgHako omHMM U3 KaM-
Hell MPEeTKHOBEHUSI B JaHHOM cCJIydyae SIBJISIETCS
BBISIBJIEHHAsI HEOTIPeIeJIEeHHOCTb OTHOCUTEIBLHO
HaJIMYUS WIA OTCYTCTBUSI Y HEMPOHOB, IIPOUC-
XOMSIIIMX U3 EAUHOTO KJIOHA, CHOCOOHOCTHU TaH-
TeHIIMAJbHO PACIIPOCTPAHSATHCS 3a MPeaesbl KO-
JIOHKM mocjie Mutotmdeckux aeneHuit (Rakic,
1995, 2008).
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Cnenyiomunii TUCKYCCUOHHBIM MOMEHT, CBSI-
3aHHbIA ¢ MUHUKOJIOHKOM, — €€ POJb KaK (yHK -
UUOHANBHOU, A HE TOJIBKO CTPYKTYPHOI €IMHUIIBI
Kopbl. IlepBooTKpbIBaTeleM B 3TOi 00JIacTH
cran V.B. Mountcastle (1957), usyyaBiiuii Ko-
JIOHKA COMATOCEHCOpPHOU Kophbl. I[Ipumepom
(GYHKUMOHAIBHBIX MWHUKOJIOHOK 3PUTEIbHOI
KOPBI Tl0JIarajv OpueHmMayuoHHble KOAOHKU — Y3-
KM€ BEPTUKAIbHbIE KOJOHKU HEUPOHOB, Ipel-
MOYUTAIOLINE OTIPEASICHHYIO OPUEHTALIUIO CTH-
myJia. MICTOYHUKOM 3TOTO HNPEanOIOXKEHUS CTa-
au padotrel D. Hubel u T. Wiesel (1974), B
KOTOPBIX OHM MOKa3aau 22 CMEHBI IIpearnoynTa-
€MOIi OpueHTaluy CTUMYJIa IIPY TaHTC€HLAIb-
HOM ITIPOXOKICHUM 3JIEKTpoaa yepe3 32 KOPKO-
Bble MUHUKOJIOHKU. OIHAaKO, BO-TIEPBBIX, TTO3KE
OBLIIO ITOKA3aHO, YTO MHOTUE HEMPOHBI 3pPUTEIb-
HOM KOPbI Y KOIIKKW U MAaKaK1 MMEIOT LIMPOKUE
opueHTallMoHHble HacTpoliku (Hetherington,
Swindale, 1999; Ringach et al., 2002). Bo-BTo-
PbIX, HOSBIISIETCS. BCe OOMbIIE TaHHBIX B ITOJIb3Y
JIUHAMUYHOCTA OPUEHTALIMOHHOII HACTPOMKU
(JTazapeBa u ap., 2013; Shevelev et al., 1993,
1998; Shapley et al., 2003; Sharon et al., 2007,
Ghisovan et al., 2009; Patterson et al., 2013). B-
TPEThUX, JaXe ecar Obl OMHA OPUEHTALIMOHHAS
KOJIOHKAa COOTBETCTBOBaJia OJHOII OHTOTEHETHU-
YyeCcKoli KOJIOHKe, Bce paBHO, Kak nuieT P. Ra-
kic (2008, c. 12100), “...ghyrkyuonasvhas kosouka
83P0CA0LL KOPbl 00ANCHA COCIMOAMb U3 HECKOAbKUX

OHMO2eHeMuUecKux KoAoHoK...” .
V. Mountcastle (1997) npennoxua paccMmar-
pUMBAaTh B Ka4yecTBe (PYHKIIMOHAIbHOM €IVHUILIbI

KOpPbl Makpoxkoaonku (WU moodyau)?> — TepUo-
JIUYHO PAacIlOJOXEHHbIE B TaHIeHLMATbHOM
TUIOCKOCTU KOPbI IPYITITbl U3 HECKOJIbKUX MUHU-
KOJIOHOK, OOBbeIMHEHHBIX CUCTEMaMU KOPOTKUX
TOPU3OHTAJIILHBIX CBSI3€M M  OXBaTbIBAIOIIMX
400—500 uMm. B cOOTBETCTBUM C 3TUM OMpeacse-
HUEM OOHUM U3 IIPUMEPOB MAaKPOKOJOHOK SIB-
JISIeTCSI KPyroBasi COBOKYITHOCTb OpMEHTAIIMOH-
HBIX MMWHMKOJIOHOK, OXBAaTbIBAIOIIMX TOJHBII
Habop opueHTannii ctumyna ot 0° mo 180°, Tak
Ha3bIBa€Mblil opueHmayuoHHblil nuHeua (OT aHTII.
pinwheel — BepTyllIKa WIN “KOJIECO CO CITUlIa-
Mu”) (WIn, KaK ero eiie Ha3bIBalOT, OpUEeHM AU -
ounas eunepkononxka) (Maldonado et al., 1997;
Ohki et al., 2006). B ipenenax opueHTallMOHHO

'« _any functional column ... must consist of several onto-
genetic columns (polyclones), depending on their func-
tion...”

2 TepMuH “MOmy/Ib” HMMEET HECKOJBKO TOJNKOBAHHIl, B
3TOM 0030pe OH MOHMMAETCS KaK CMHOHMM TepMMHa
“xomnonka” (Rockland, 2010; Kaas, 2012).
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TUMNEPKOJOHKN CMEHA MPEAOYUTaeMOIi OpUEH-
TallMUA TIPOMCXOAUT TIABHO, 3a MCKIIIOYCHUEM
0CcOOBIX obnacTeii: 30H paspuiea (Mnu gpakma-
/108) — TIO TpaHWIIAM COCEIHUX OPUEHTAILIMOH-
HBIX TUMEPKOJOHOK — 1 HEeOOJIBIIOro JIOKyca
CUHYAAPHOCMU — B CAaMOM LICHTPE OpUEHTAIIM-
oHHoI runepkoyionku (Hiibener et al., 1997;
Maldonado et al., 1997; Mountcastle, 1997;
Swindale et al., 2003). OToenpHBIE OpHMEHTALI-
OHHBIC KOJIOHKM B CHCTeME OPUEHTALMOHHOMN
TUTIEPKOJOHKM MMEIOT €Ille OMHO Ha3BaHUE —
uzoopuenmayuonusle domens: (Bonhoeffer et al.,
1995; Maldonado et al., 1997). B HemaBHEM 1C-
ciaenoBanuu J. Kremkow u coaBT. (2016) BbIsIB-
JIeHa TIPOCTPAHCTBEHHAasl B3aMMOCBSI3b MEXIY
M300PUEHTALIMOHHBIMU JOMEHAMM M KJIacTepa-
mu Tanammdecknx adpdepeHToB ON- 1 OFF-tn-
TIOB.

Ha 6a3e opueHTallMOHHBIX KOJIOHOK cdop-
MUPOBaHbl JupeKyuoHalvbHble KoaoHKU (u300u-
pekuyuonanvhvle domernst) (Shmuel, Grinvald,
1996; Weliky et al., 1996), HeiipoHBI B COCTaBe
KOTOPBIX 00BEAMHEHBI IMPEANTOYTCHUEM OTpeIe-
JICHHOTO HampasJeHUs IBUXeHUs cTumya. Kak
1 OpUEHTALMOHHBIC KOJIOHKM, OHU OOBEINHS -
I0TCSl B KOHLIEHTpUUYEeCcKre CTpyKTypbl (Shmuel,
Grinvald, 1996; Vanni et al., 2010), KoTopbIe, KaKk
MeTKo otMeTuiu J. Horton u D. Adams (2005),
clienoBajo Obl Ha3BaTh AUPEKIIMOHAILHBIMU TH-
MepPKOJIOHKAMM; OIHAKO OIpPeAeIeHHOIO Tep-
MMWHA 3TU CTPYKTYPHI 40 CUX IOP HE UMEIOT.

OnuH 13 HanboJ1ee U3y4YeHHbIX TUTIOB MaKpO-
KOJIOHOK y TIpeacTtaBuTesieit orpsinoB Carnivora u
Primates — koaonku eaazodomunanmuocmu,
ccopMUpOBaHHbIE YIOPSAOUYEHHBIM BETBJIE-
HueM B ciosix IV u VI addepeHTHBIX BOJTOKOH,
MPUXOISIIMX U3 EAUHOTO TJ1a30JOMUHAHTHOTO
CJIOSI JOP3aJIBHOTO sApa Hapy>kKHOTO KoJieHYa-
toro tena (HKTn) (Hubel, Wiesel, 1962; LeVay
et al., 1975; Shatz et al., 1977; Lowel, Singer,
1987; Anderson et al., 1988; Tootell et al.,
1988a; Antonini, Stryker, 1993). 9Tu KoJIOHKU
BriepBble oOHapyxwiu D. Hubel u T. Wiesel
(1962) mipu 31eKTpOGU3NOIOTMIECKOM KapTu-
pOBaHUU 3pUTEIbHON KOPbI, BBISIBUB PEryJisip-
HYI0O CMEHY UHIEKCa Ia30d0MUHAHTHOCTU MpPU
TaHTeHILIMAJILHOM CMEIIEHUU MUKPOSJIEKTPO/a.
B cocraBe ogHOM 111a3010MUHAHTHOM KOJOHKM
BBIIEJISIIOT 2 30HBI: MOHOKYJISIpHOE SIpO (LIeH-
TpaJibHasl 4acThb KOJIOHKH, cofgpxKallias MOHOKY-
JISIPHBIE KJIETKW) U OMHOKYJISIpHBIE Kpasi (KpaeBble
00J1aCTU KOJIOHKHU, COAepXKallhe 3HaYUTESIbHOE
yrcia0 OMHOKYISIpHBIX KJ1eToK) (Horton, Hocking,
1998). B 3aBHCHMMOCTH OT TAKCOHOMUYECKOTO T10-
JIOXKEHMSI XKUBOTHOTO U OT MCITOJIb30BAHHOTO Me-
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TOJIa BU3yaIM3allii KOJIOHOK, B TaHTeHIMAJIb-
HOM TIJIOCKOCTM OHM HAIIOMWHAIOT WJIU OJHO-
pOIHBIE TIIOJIOCBI, WM LEIOYKM OBAJIbHBIX
obpazoBanwuii (Shatz et al., 1977; Lowel, Singer,
1987; Anderson et al., 1988; Tootell et al., 1988a).

C KOJIOHKaMu TJ1a30JOMWHAHTHOCTU TECHO
CBSI3aHbI JIOKAJIU3YIOLIMECS B IOBEPXHOCTHBIX
CJIOSIX KOpPbI yumoxpomokxcudasuwvie (1[O) 610001
(ot aHrA. blob — Karuisi, IITHO) — JIOKYCHI C BbI-
COKMM YPOBHEM aKTUBHOCTHU JILIXaTEIAbHOTO MM~
TOXOHAPUAJILHOTO (hepMEHTA LIUTOXPOMOKCHIA-
3l (Horton, Hubel, 1981; Tootell et al., 1985;
Wong-Riley et al., 1993; Murphy et al., 1995,
2001; Lachica, Casagrande, 1992). ¥ npumatoB
I1O-6100b1 TATOTEIOT K MOHOKYJISIDHBIM SIIpam
KOJIOHOK ImTazogoMuHaHTHOCTU (Horton, Hubel,
1981; Bartfeld, Grinvald, 1992; Livingstone,
Hubel, 1982; Crair et al., 1997a, 1997b; Hiibener
et al., 1997), y XMIIHBIX CXOIHAasl, HO MEHEee BhI-
paXeHHasi B3aMMOCBSI3b TaKXe CYIIEeCTBYET
(Murphy et al., 1995; Kaschube et al., 2003).

I1O-6100b1 ObUIM BIIEPBbIE OOHAPYXKEHBI Ha
TaHTeHILIMAIbHBIX Cpe3aX MepBUYHOUN 3pUTEsb-
Hoii kKopbl mpumatoB Crtaporo CBeTta B Hayaje
80-x rr. (Hendrickson et al., 1981; Horton,
Hubel, 1981; Carrol, Wong-Riley, 1984), 1 moHa-
yaJly MoJjarajiuch CBSI3aHHBIMU C O0OpabOTKOM
“H(MOPMALIMU O 1IBETE, IMTOCKOJIbKY B UX LIEHTpax
ObLIIU BBISIBJIEHBI [IBETOOMITOHEHTHbIE HEPOHDI
(Livingstone, Hubel, 1982; Tootell et al., 1985;
Tootell et al., 1988b, 1988c, 1988d; Hubel, 1986).
B nanbHeiilieM cxomHble MOIYJIM TMOKas3ajiu B
MNEePBUYHOI 3pUTeIbHON Kope nmpuMaTtoB HoBo-
ro Csera (Preuss, Kaas, 1996; Valverde Salzmann
et al., 2012). ¥ Hux, TakK e Kak U y NpuMaToB
Craporo Cserta, L1O-06/100bI KOJTOKAJIU3YIOTCS C
elle OJHMM TUIIOM MaKpOMOIYJIE — pacIiojo-
JKEHHBIMU B TTOBEPXHOCTHBIX CJIOSIX KODPBI Uge-
mosbiMu nam4amu, HEMNPOHBI B COCTaBE KOTOPbIX
00BbEeIMHEHbI CXOMHOI IIBETOOMNIIOHEHTHOCTBIO
(Landisman, Ts’o, 2002a, 2002b; Valverde
Salzmann et al., 2012). OgHako BcKope Beaylias
posib [1O-6;1060B B LIBETOBOCTIPUATUM Oblia 10~
cTaBjieHa 1moa comHeHue. M B miepByto ouepenb
no npuyuHe Toro, 4ro L[O-0/100b1 ObLIN BHISIB-
JIEHbI TaKXK€ M Y )KMBOTHBIX CO CJ1a00 pa3BUTHIM
WIM JaXe HEepas3BUThIM 1IBETOBBIM 3PEHUEM:
HOYHBIX IPUMATOB COBUHOM 00€3bsIHKM U TaJia-
ro (Horton, 1984; Lachica, Cassagrande, 1992;
DeBruyn et al., 1993) u xomku (Murphy et al.,
1995). ictopus ¢ KOLIKOI TOBOJILHO MHTEpEC-
Ha: I1O-06100b1 Ha TOPU30OHTAIBHBIX CPE3aX MO3-
ra Kouiku 6sutn ooHapykeHbl K. Murphy u coasr.
eme B 1990 rony (omy0JMKOBaHO B BUIE TE3MCOB,
Murphy et al., 1990); onHakO MOJHOTEKCTOBAasI
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CTaThsl BBILIJIA B CBET JIUIIbL COYCTS 5 JIeT. DTO
HEYOIUBUTEIbHO, T.K. KOIIKAa — JXWBOTHOE CO
cJ1abo pa3sBUTHIM LIBETOBBIM 3peHneM (Weinrich,
Zrenner, 1983); u rocroacTBylollee Ha TOT MO-
MEHT 00bsicHeHUue ¢ L-M-11BeTOONMOHEHTHBIMU
HelpoHaMH, TaK XOPOIIIO OOBsICHSIONIEe (PyHK-
nuto [1O-0671000B y mpruMaTOB ¢ BBICOKO pa3BU-
TBHIM 1LIBETOBBIM 3pE€HUEM, HE MOTJIO OOBSICHUTH
(hakT HAMIMYMS STUX MOIYJICH Y KOIIKM.

oo BompocoB K BO3MOXHOU cBsizu 11O-
071000B C LIBETOBLIM 3pE€HMEM IIPUBHOCUJ TOT
¢aKT, YTO U y KOIIKU, 1 y IIPUMATOB B IIpeaeiax
9TUX KOJIOHOK TEPMUHUPYIOTCS IMEePUOINYECKU
VIIOPSIAOYEHHBbIE TEPMUHAAU TeHUKYIOKOPKO-
BBIX aKCOHOB, IpuHamIexamux Y (MarHouel-
moasipHoii) cucteme (Livingstone, Hubel, 1982;
Tootell et al., 1988b; Boyd, Matsubara, 1996), T.c.
addepeHTs CUCTEMBbI, HE CBSI3aHHOM C LIBETO-
BBIM 3peHreM. Ha nmpocTpaHcTBeHHYIO U (DYHK-
HUOHaIbHYIO CBs3b Mexnay L1O-6mob6amu u Y
(MarHoOLEJUTIONSIPHOM) CUCTEMOM TaKXKe YKa3bl-
BalOT JaHHbLIE IO IPOCTPAHCTBEHHOM KOJIOKAI-
dauuu  I[O-051060B U npocmpancmeeHHO-4a-
cmomHtuvix domenog (elie OMHOIO TUIA MOJIYJICH,
HEUPOHBLI B COCTaBe KOTOPbIX OOBEAUHEHBI
CXOJICTBOM MPOCTPAHCTBEHHO-YAaCTOTHBIX Ha-
CTpPOEK), HEHAPOHHBI B COCTaBE KOTOPHIX HACTpOe-
HBI Ha HU3KK1E IIPOCTPAHCTBEHHBIEC YaCTOTHI CTH-
myna (Tootell et al., 1985; Tootell et al., 1988b,
1988c, 1988d; Silverman et al., 1989; Hiibener
et al., 1997; Shoham et al., 1997; Everson et al.,
1998; Yabuta, Callaway, 1998; Boyd, Matsubara,
1999; Issa et al., 2000). boiee Toro, ObLIO MOKAa-
3aHO, YTO, MO KpailHel Mepe y KOIIKHU, Y-HEepo-
HBI XapaKTepU3YIOTCS BBICOKUMM YPOBHEM CITOH-
TaHHOI aKTUBHOCTH, a CJIeA0BATEIbHO, U BBICO-
kuM ypoBHeM akTuBHocTu IO (Kageyama,
Wong-Riley, 1986), 4To Tak:ke TTO3BOJISLIO MOJIa-
ratb 3HAYUTEJIbHBINA BKJal 3THUX “HELBETOBBIX”
HellpoHOB B (pyHKIMOHUpoBaHue [[O-610008B.
Euie Oosbile BONpOCOB BO3HUKAET, €CJIM B BTy
CHUCTEeMY YpaBHEHMUIT 100aBUTb TPETUIA ITPOBOMISI -
it kaHail: W (KOHUOLE/UTIONSIpHBIi). [Ieso B
TOM, YTO, IIOMUMO TaJaMHYECKUX aKCOHOB Y
(MarHoue/UTIOJISIPHOM) CHUCTEeMBbI, B LIEHTpax
I1O-61000B y XUIIHBIX U TTPUMATOB TakKXe BET-
BSITCSI TEHUKYJIOKOPKOBbIE BOJIOKHA W (KOHMO-
uemonsapHbix) HelipoHoB HKTna (Fitzpatrick
et al., 1983; Weber et al., 1983; Diamond et al.,
1985; Lachica, Casagrande, 1992; Hendry, Yosh-
ioka, 1994; Kawano, 1998; Casagrande et al.,
2007). Tpetuii TmpoBoOASAILIMiT KaHajl, MOMHMO
00paboTKM MH(pOPMALIMK O CUHEM LIBETE U JIO-
KaJIbHOM OBVXKEHUM, BOBJICYEH B MHTETPATUB-
HbI€ B3aMMOJECHUCTBUS C INIa30JBUraTEJIbHON U
Ne 6
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LHUpKaIuaHHON CUCTEMaMM, a TaKXKe 3aHSIT 00-
paboOTKOII HEe TOJBKO 3PUTENIbHOI, HO U CEHCOP-
HOM MH(POPMALIMY MHOM MOIAJILHOCTH (ITOAPOOHO
cMm. 0030pel (Casagrande, 1994; MepkyibeBa,
2021)).

Eiie omHuM mposiBieHHueM OOIIero MOmyib-
HOI'O MPUHIIMIIA OpraHu3aluy NepBUYHOM 3pU-
TEJIbHOM KOPBI SBJISIETCS CTPYKTypa MEXHEM-
POHHBIX TOPU3OHTAJILHBIX CBS3€ii, 0OBEINHSIIO-
IIUX MakpOMOIYJIM B €IUHYI0O CHUCTEMY;
HEMPOHBI, THULMUPYIOIIUE 3TU CBS3U, CIPYI-
MMUPOBAHBI B PETYJISIPHO PACHOJOXKEHHBIE KAd-
cmepot (namyu) (Gilbert, Wiesel, 1983; Luhmann
et al., 1990; Callaway, Katz, 1991; Durack, Katz,
1996; Galuske, Singer, 1996; Stewart et al., 2000),
KOTOpbIE YacTo KoiokaiausytoTrcs ¢ [1O-6mo06a-
mu (Gilbert, Wiesel, 1989; Malach et al., 1993,
1994; Boyd, Casagrande, 1999; Boyd, Matsubara,
1999; Conway et al., 2000). ITpu 10KanbHBIX BBE-
JEHUSIX TpelicepoB BUAHO, YTO 3TU KJ1acTephl (MX
yucyao cocrapisieT 10—30) mexxaT Ha HEKOei BO-
obOpaxaeMoil OKpPYKHOCTM; JaHHBII ITaTTEepH
MOJyYUJ HaIsiAHOe HaMMEHOBaHME “pomalll-
ka” (Daisy) (Douglas, Martin, 2004). ITpu aTom
HE CTOUT IyMaThb, YTO OJIM3KO PACIIOJIOXKEHHBIC
HEeWPOHBI UMEIOT OOJIblIIee YUCIIO CBSI3EH IPYT C
JIPYroM, 4eM yaajleHHble HEMPOHBI: CYILIECTBYIOT
JaHHBIE O TOM, UTO HamOOJbllIee YMCIIO CBsI3eit
MUMEIOT HelipoHbI (92%), ynajieHHbIe Ha pacCcTo-
ssHue ot 200 uM 1 6osiee; U 3TOT IPOLEHT OCTaeT-
cs1 BBICOKMM (76%) Tipu ynaJleHUM HElipOHOB Ha
paccrossaue 1o 800 um (Stepanyants et al., 2009).
B 1eiom paccrossHue MexXmy LEeHTpamMHu BCex
MaKpOKOJIOHOK (MOMyJiei): OpUeHTAllMOHHBIX 1
JIUPEKIIUOHAJIbHBIX TUIICPKOJIOHOK, KOJOHOK
razogoMruHaHTHOCTH U 11O-0671000B — B cpen-
HeMm coctaBisger 1000 mxm (LeVay et al., 1975;
Shatz et al., 1977; Lowel, Singer, 1987; Huibener
et al., 1997; Ruthazer et al., 1999; Rathjen et al.,
2003). JlaHHbIe 1O B3aMMHOM IPOCTPaHCTBEH-
HOM YITOPSIAOYEHHOCTU Pa3HBIX KOPKOBBLIX MO-
IyJieii TTO3BOJISIIOT MPEANOJ0XNUTh, YTO BCE OHU
CBSI3aHbI B €IMHYIO CUCTEMY U LIEHTPUPYIOTCS
oTtHocuTeabHO 11O-061000B, pacHoOIOXEHHbBIX B
MOHOKYJISIDHBIX LIEHTpaxX KOJOHOK IJ1a300MU-
HAHTHOCTHU.

®dakT cylliecTBOBaHUSI KOJOHOK B 3pUTENb-
HOIA KOpe CTaBUT MHOIO BOIIPOCOB OTHOCUTEJIBHO
1x prstoreHun. Bo-1iepBbIx, KOJIOHKHU IT1a3010MU-
HAHTHOCTU MOKa3aHbl U y XWBOTHBIX C TepeMe-
IIAHHBIMU T€HUKYJOKOPKOBBIMU MPOEKIUSIMU —
oemnubux caiimupu (Kaskan et al., 2007). Bo-BTo-
PBIX, OIpene/ieHHbIE TUITbl KOJIOHOK 3pUTEJIbHOMN
KOpbl (KjJacTepHasi TIpUpoAa TOPU3OHTATIbHBIX
CBsI3eit) mokazaHbl y rajiaro u Tynaiiu (Rockland,
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Lund, 1982; Sesma et al., 1984), koTopsie puio-
reHeTu4YeckKn Oommke K orpsimaM Rodentia (I'pbi-
3yHbl) U Lagomorpha (3aiilieobpa3Hbie), BOBCE
HE UMEIOIIMM KOJIOHOK B 3puTeabHOM Kope (Ka-
schube et al., 2010).

Oumoeenemuueckoe pazgumue 3pUmenbHbixX
KOpK08bIx MoOynell

Pa3Butue 3puTenbHOI CUCTEMBbI COCTOUT U3
JIByX 3TaloOB. HE3aBUCUMOIO U 3aBUCHUMOIO OT
cercoptHoro onbita (Daw, 2006; Hooks, Chen,
2006; Huberman et al., 2006). IlepBblii 3Tan
oOycnaBiuBaeT (popMUpOBaHUE OOIEN CTPYK-
TYpbl PETHHOTAJaMMYECKUX M TaJlaMOKOPTHU-
KIbHBIX MEXXHEUPOHHBIX CBSA3€I, PETUHOTOIHU -
ku (Sengpiel, Kind, 2002; Feller, Scanziani,
2005; Hooks, Chen, 2006). ITocienyromuii aTar,
XapaKTEePUIYIOLIUICSI BbICOKMM YPOBHEM HEM-
POHAIbHOI MJIACTUYHOCTHU, OMpeAesIsieT co3pe-
BaHNWE MEXHEUPOHHBIX CBI3€i MOI JAEUCTBUEM
3pUTENBHOIO OKpyKeHUsA. OnpeneneHHbIe 3KC-
MMepUMEHTaIbHbIE MAaHUNYISLUNA (MOHOKYJISIP-
Hasl 1 OMHOKYJISIpHAs AeTIpUBalMsl, BhIpallBa-
HUE B TEMHOTE U IIP.) B 3TOT IIEPHOJ IPUBOIST K
JUIUTEJIbHBIM (3a4aCTyI0 HEOOpaTUMbIM) MU3MeE-
HEHUSM CTPYKTYPbI U (PYHKIIUHM 3PUTEITBHOM KO-
pbl (Wiesel, Hubel, 1963; Hubel et al., 1977; LeVay
et al., 1978, 1980); B cCOOTBETCTBUM C 3TUM JaH-
HBIIi TIepuon ObII  Ha3BaH  KPUMUYECKUM.
V KOIIKM KPUTUYECKUI TIepuoa HauMHaeTCs C
3-eif mocTHATAJIbHON Henelu U OJIUTCS 00 3—
4-ro mecaua (Wiesel, Hubel, 1963; Blakemore,
Van Sluyters, 1975; Crair et al., 1998), y makaku
HauyMHAaeTCs cpasy Mocjiae POKIAEHUS U 3aKaH4YU-
BaeTcsl B paiioHe mepBoro roga (Boothe et al.,
1988; Horton, Hocking, 1997), y uenoBeka — Ha-
ypHaeTcss ¢ 6—8-0i1 MoCcTHATAJILHOM HEIeu U
3akaH4YMBaeTcsl B Bo3dpacte 5—7 ner (Bradley,
Freeman, 1982; Mayer, Dobson, 1982; Ellemberg
et al., 1999; Lewis, Maurer, 2005). o cux mop
HauOoblllee BHUMaHUE YACISIETCS 3aBUCHUMOI
OT 3pUTEJILHOTO ONbITa (pa3e pa3BUTUSI.

HawubGonrbiiee yuciao padot B 00J1acTu uccie-
JoBaHUSA (POPMUPOBAHUS KOPKOBBLIX MOIYJICH
ITOCBSIILIEHO KOJIOHKAM INIa30JOMMHAHTHOCTU, B
CUJIy TIPOCTOTBI 3KCIIEPUMEHTAJIbHBIX MaHUITY-
JISIUMIA Y HaJIMYUSI CeJIEKTUBHOIO TAJIaMUYECKO-
ro BXOJa K 3TUM CTpyKTypaM. B HelipoaHaTtoMu-
yeckux ucciaegoBanust 70—80-x IT. ¢ MOMOIIbIO
METOIAa WHTPAOKYJISIPHOTO BBEIECHUSI TPaHCCU-
HAaNTUYSCKUX aKCOHAJILHBIX TpelicepoB B KOpe
KOIIIKK ObLI BBISIBJICH YepeAyIOLIUICcs NaTTepH
BETBJICHUS TAJIJAaMOKOPTUKAJIbHBIX BOJIOKOH U3
pa3Hbix cioeB HKTn (Hubel et al., 1977; LeVay
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et al., 1978, 1980; McGuire et al., 1984) — cy06-
CTpaT KOJOHOK INIa30JOMMHAHTHOCTU. bbuio
IMOKa3aHoO, YTO 3TOT IEPUOIMYECKHUIN TTaTTepH
MOSIBJISIETCS] Y KOTSIT JIMIIb Ha 3-i1 TTOCTHATAIb-
HOIl Hedese; a IO TOTO TajJaMOKOPTHKAJIbHbIC
BOJIOKHA B KOp€ MOJIHOCTBIO epeKphIThl (LeVay
et al., 1978; McGuire et al., 1984). CoBrageHue
MOMEHTOB TIOSIBJIEHUSI KOJIOHOK TJIa30I0MMU-
HAHTHOCTU U Hayajla KpUTUUECKOTo Teprosa, a
TaKXe JTaHHBbIE O TOM, YTO MOHOKYJISIpHAs Je-
MPUBAIKS OKa3bIBaeT Ha Pa3BUTHE TNIA30I0OMMU-
HAHTHOCTHU 00Jiee CJIbHOE TTOBPEXXIatolee BO3-
IelicTBUE, YeM OMHOKYIsIpHast genpuBanus (Wi-
esel, Hubel, 1965a, 1965b), Ha TOT MOMEHT
yKas3aJio Ha ITOJIHYIO 3aBUCUMOCTD Ipoliecca 3a-
JIOJKEHMSI KOJIOHOK OT CEHCOPHOTO OITbITa 1 IT0-
CITY>KMJIO OTHPABHOM TOYKOW CO3HAHUST KOHKY-
peHmHoil modeau pazeumusi kKoaoHok. COrIacHO
el NIaBHBIN (haKTOp pa3BUTHSI KOJTOHOK — OIIpe-
neJisieMoe YPOBHEM HeHpOHaIbHOI aKTUBHOCTH
COPEBHOBAHNWE MEXIY TaJlaMOKOPTUKAJIbHBIMU
addepeHTaMm pa3HbBIX II1a3000MUHAHTHBIX CJIO-
eB HKTnm 3a cmHanTudeckoe ITPOCTPAaHCTBO B
kope (Hubel et al., 1977), onpenensieMoe IpruH-
oM Xe66a (Hebb, 1949).

B HacTosi1iee Bpemsi B IMTEpaType HET €IMHO -
ro MHEHUS OTHOCUTEIbHO BpPEMEHM Hayajia
¢dopMHpPOBaHUS KOJOHOK IIa30JOMUHAHTHO-
CTU. AHATOMUYECKMMMU UCCIEAOBaHUSIMU TTOKa-
3aHO, YTO Hayajo Cerperaiuyd TeHUKYJISTHBIX
apdepeHTOB y KOIIKMA MMEET MECTO TOJBKO C
19—21-ro moctHaTainbHoro aHs (LeVay et al.,
1978; McGuire et al., 1984; Antonini, Stryker,
1993). OnHaxko, BO-TIepBbIX, (QPYHKIIMOHUPYIO-
1IM€ KOJOHKM MIa30JJOMMHAHTHOCTU ObLIN 00-
HapyXeHbl y MpeHaTAIbHbIX MPUMATOB, T.€. 10
Havasia IecTBUS 3pUTeIbHOTO oKpykeHus (Ra-
kic, 1976, 1977; des Rosiers et al., 1978; Horton,
Hocking, 1996). Bo-BTopbIX, METOAaMM ONITHYE-
CKOTO KapTHUPOBaHUs, MEYEHUS 2-AE€OKCUIIIIO-
KO30if 1 aHTepOorpamHoOro TpelcupoBaHUS Tja-
30JJOMMHAHTHbIE KOJTOHKU ObLIN OOHAPYXKEHBI Y
XUIIHBIX B BO3pacTe, KOrna BIUsTHUE 3pUTEIbHO-
ro OKpPY>K€HUSI MUHUMAaJIbHO: 1O OTKPBITUS TIJ1a3
(XOpbKM) UJIM HA MOMEHT OTKPBITUS IJ1a3 (KOIII-
k1) (Crairet al., 1998, 2001; Crowley, Katz, 2000;
Rathjen, Lowel, 2000; Chiu, Weliky, 2001). B-
TPETbUX, TIOSIBUJIOCH MHOXECTBO MHaHHBIX B
MOJb3y COXPAaHEHUSI TEOMETPUN KOPKOBBIX MO-
nyneii (KOJIOHOK TIazogoMuHaHTHocTu, IL[O-
0J1000B, OpUEHTALIMOHHBIX KOJIOHOK, KJIACTEPOB
WHULIMATbHBIX HEPOHOB) MPU Pa3IUYHbBIX CITO-
cobax MoaudUKaLMU 3pUTEILHOTO OKPY>KEHUS
BO BpeMs KpUTUYECKOTO Meproia pa3BUTUSI: MO-
HoKyJisipHoit nenpuBauuu (Horton, Hocking,
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1998; Murphy et al., 2001), OMHOKYASIpHOM Ae-
npuBaumu (Luhmann et al., 1990; Callaway, Katz,
1991; Ruthazer, Stryker, 1996; Murphy et al., 2001),
BBIpAllIMBAaHMWU B mojHOM TemHoTe (Luhmann
etal., 1990; Murphy et al., 2001), putMuueckoii
ceetoBoil ctumyisauuu (Weliky, Katz, 1997;
MepkynabeBa u ap., 2008, 2013; Merkulyeva et al.,
2019), kocornaszuu (Kaschube et al., 2003). ITo-
IoOHbIE (PaKThl 1OKA3bIBAIOT HE3ABUCUMOCTD OT
3PUTEILHOTO OIThITa Ipollecca HadajJbHOTO 3a-
JIOJKeHMSI KOPKOBBIX KOJIOHOK. B cooTBeTcTBMU C
3TUM MOXHO TIPEANOJIOXUTh, YTO pa3BUTHE
KOPKOBBIX KOJIOHOK COCTOMT U3 OByX as:
(1) das3sI 3aM0KEHNSI, TPOUCXOAIIIEH TTON KOH-
TpOJIEM BHYTPEHHUX CUTHAJIOB, 1 (2) pa3sl JaTb-
Helimero (GopMHUpPOBaHUs, COOTBETCTBYIOIICH
KPUTUYECKOMY ITIEPUOIY, ONpeaeIsieMOMY CEH-
COPHBIM OITBITOM.

[TprMepoM BpOXAEHHOTO U HE 3aBUCSIIIETO
OT CEHCOPHOIO OITbITa Mpoliecca SIBJSIeTCSl ce-
rperaiusi peTuHaJbHbIX aKCOHOB B IJ1a30CIIE1IM -
duunbIX cnossx HKTn v HavasibHOE mpopacTa-
HY€ TeHUKYJISITHBIX BOJIOKOH B cjioit IV 3puTtesnb-
HOI KOpbI, KOTOPbIe MPOUCXOASIT Y KOIIKU C
40-ro 1o 65-it npeHaTanbHbI 1eHb (E40-E65)
(Ramoa et al., 1988; Crair et al., 2001; Sengpiel,
Kind, 2002), y xoppbKOB — B IiepBbie 3 MOCTHA-
tanbHble Heneau (Linden et al., 1981; Issa et al.,
1999; Sengpiel, Kind, 2002; Katz, Crowley,
2002), y makaku — B niepuoa E65-E80 (Warland
etal., 2006). MexaHM3MBI 3TOi1 HAYaIbHOI (ha3bl
pa3BUTHUS KOJJOHOK HA CETOMHSIIIHUIA TeHb T10JI-
HOCTBIO HE PACKPBITHI; OMHAKO ObLIO MPEaoa0-
JKEHO, YTO 3HAUYUTEIbHYIO POJIb B 3TOM ITpoliecce
UTpaeT CIOHTaHHas HelipoHaIbHasi aKTUBHOCTb.
Apkuit mpuMep — TakK Ha3bIBaEMbIE pemuHaNb-
Hble 804HbL: TIEPUOANYECKUE BCIIBIIIIKA KOPPEJIU-
pPOBAaHHOW aKTUBHOCTU TaHIIMO3HBIX KJIETOK
ceTyaTKu, BOZHUKAIOIIME ellIe 10 TOro, Kak (poTo-
peLIeNTOPHbIE KJIETKU IOJy4aloT CIOCOOHOCTb
BocrpuHumMath ceeT (Willshaw, von der Malsburg,
1976; Mastronarde, 1983). DTu BCIBIIIKA aKTUB-
HOCTM BO3HUKAIOT KaXIble 2 MUHYTbI U pacIpo-
CTpaHSIIOTCS T10 ceTYaTKe MOoJ0OHO BOJIHAM, UTO U
nociyxuio npuurHoit nx HazBaHwus (Feller et al.,
1997). TTockonbKy BOZHUKHOBEHUE PETMHATBbHBIX
BOJIH B pa3HbIX IV1a3aX HECUHXPOHHO, a OIUH U TOT
K€ JIOKYC 3pUTEIBbHOTO MPOCTPAHCTBA OTOOpaxka-
eTcsl B CUMMETPUYHBIX JioKycax nByx HKTxa, 6bu1o
MPEAIOJI0XKEHO, UYTO OHU 3aITyCKalOT MOIepeMeH -
HYIO aKTMBALIMIO TeHUKYJISITHBIX HEUPOHOB, T10-
JIyJalolIMX BXONIbl OT Pa3HbIX a3, U KakK CJel-
CTBUE — cerperamnuio u3HavyaJibHO MepeKpbiBalo-
IIMXCS BXOMOB OT pa3Hbix mia3 (Mastronarde,
1983; Meister et al., 1991; Wong et al., 1993;
Ne 6
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Wong, 1999; Feller et al., 1997; Penn et al., 1998;
Feller, Scanziani, 2005). Jloka3aTeabCTBOM 3TO-
ro MpeAarnoaoXeHUsl CTalli JaHHbIE O Hapylle-
HUKU HopMajibHoro pasputus cinoes HKTn m
KOPKOBBIX KOJIOHOK y KOIIKW W XOpbKa IIOCje
ounarepaibHOro WM YHUJIaTepaJbHOIO BBEES-
HUSI BO BpeMsl MO3JHEro IpeHaTajbHOIo WU
paHHEro MoCTHaTajJbHOIO OHTOreHe3a TETPOI0-
tokcuHa (TTX) — GiokaTopa moTeHIIMAaI-3aBU-
cuMmbix Na*-kanHanoB (Stryker, Harris, 1986;
Penn et al., 1998; Huberman et al., 2006). Koop-
JIUHUPOBAHHYIO NEMOISPU3ALMIO TaHITIMO3HBIX
KJIETOK CETYaTKU I10JIaraloT Tak:Ke KPUTUYHOM
JUIST OpraHM3alliyM TOPMO3HBIX MHTEPHEHPOH-
HbIX ceTeii Tanamyca (Golding et al., 2014). Te-
HEepaTOpOM peTUHAJIbHBIX BOJIH SIBJISIIOTCS aue-
MUAXOAUHOBbIE AMAKPUHOBble Kaemku (starburst
cells) cetuatku (Feller et al., 1997); 61okana aiie-
TUJIXOJIMHOBOI Mepeaayu IPUBOIUT K Hapylle-
HUIO HopMaJibHOW cerperaiuu ciaoes HKTn
(Penn et al., 1998); cxonHbie pe3ybTaThl ITOKa-
3aHbl Y )KUBOTHBIX, HOKAYTHBIX 110 TeHY, KOIUPY-
oiieMy [2-cyObenMHUIy HUKOTMHOBOIO arie-
TuixojiuHoBoro peuenrtopa (Rossi et al., 2001;
Muir-Robinson et al., 2002). DTu ¢axThl eiie pa3
MOATBEPXKIAIOT MPEATOJOXKEHUE O POJI CIIOHTAH-
HOI KOppeJIUpPOBAaHHOK aKTUBHOCTU B (hOPMUPO-
BaHMU KOJIOHOK Ha paHHUX 3Tallax pa3BUTHSL.

KoHTpapryMeHTOM TUIIOTE€3bl O POJIM PEeTU-
HaJIbHBIX BOJIH B Pa3BUTUU KOPKOBBIX KOJIOHOK
CTaJli pe3yJibTaThl UCCJIEeNOBaHMIl, BHISIBUBIINX
COXpaHEHHE B KOpe MepuoJMYeCcKOro narrepHa
pacripeaesieH1s KOJIOHOK IJTa30A0MWUHAHTHOCTHU
u I1O-67060B y >KMBOTHBIX, OWHOKYJSIPHO
9HYKJIEMPOBAHHBIX IO TOTO BO3pacTa, KOrma re-
HUKYJISITHbIE aKCOHbI HAaYMHAIOT MpopacTaTh B
KOpYy: XOpbKH — B Bo3pacte mexay PO u P18
(Crowley, Katz, 1999), makaku — B Bo3pacte ES81
n E120 (Kuljis, Rakic, 1990). He orpuiast Toro
dakTa, 4TO peTUHAJIbHBIE BOJHLI MOT'YT UTpaTh
BaXXHYIO KOHTPOJIMPYIOIIYIO POJIb B IIpoliecce
cerperaiuu, aBTOpbl TeEM HE MeHee Mpearnoso-
XKUIU, 9TO GOPMUPOBAHME KOPKOBBIX KOJJOHOK
He 00s13aTeIbHO TpeOdyeT crieuu@UIeCKUX IMaT-
TEPHOB KOPPEJIMPOBAHHON pEeTUHAJIbHOM aKTUB-
HOCTH, HO CKOpee OIUpaeTcsi Ha BHYTPEHHUE
MOJIEKYIsSIpHbIE CUTHAaJIbI caMoii Kophl (Crowley,
Katz, 1999). O1o npeanosyoxeHue ObLIIO yCUIe-
HO JaHHBIMU O CYLLIECTBOBAHUM B NEPBUYHOMN
3pUTEJIbBHOM KOpE KOTE€pPEHTHOW aKTUBHOCTU
KJIETOYHBIX aHcaMOJieii, pacloJIoXKEeHbIX Ha pac-
cTostHUM okoJjio 1000 um apyr ot Apyra, Ha Cpo-
Kax pa3BUTUSI, MPENIIECTBYIOLIUX Hadyaly KpU-
tnyeckoro rnepuoaa (Crowley, Katz, 1999; Chiu,
Weliky, 2001, 2002; Sengpiel, Kind, 2002;
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Cai et al., 2005; Feller, Scanziani, 2005; Hooks,
Chen, 2006; Huberman et al., 2006). ITapan-
JISIbHO C 3TMM B pa3BUBalOIIEics Kope ObLIU
OOHapyXeHbl MOJICKYJIIpHbIE MapKepbl, CUHTE-
3UpyeMBbIE ellie 10 IPpOopacTaHusI TeHUKYJI0-KOp-
TUKAJIBHBIX ad@EepeHTOB, CBOEOOpa3HbIC
BHYTpPEHHUE AJETEPMUHAHTHI, YTO TTOJIOXKMJIO Ha-
4aJio Pa3BUTHIO MOAEKYASAPHOU Modeau hopmupo-
eanus Kopkoewix koaonoxk (Crowley, Katz, 1999;
Sengpiel, Kind, 2002; Feller, Scanziani, 2005).
OOHUMM M3 OCHOBHBIX KaHIMWIATOB Ha pPOJIb
ATUX MapKepOB Ha CeTOMHSIITHUI IeHb IIPUHSATO
CYMTATh MHOTOUYMCJICHHBIC TPAHCKPUITIIMOHHbBIC
dakTopsl M 3dpuHOBBEIE peuienTophl (Cabelli
et al., 1997; Frisén et al., 1999; Feller, Scanziani,
2005). B mtanaOM 0030pe g He Oymy OoCcTaHaBIIM-
BaThCSI HA POJIM TPAHCKPUITIIUOHHBIX (haKTOPOB
n 3¢pprUHOB B oOmEeM (QOpMHUPOBAHUU liepe-
OpaJIbHOIT KOPHI, TTOCKOJIBKY 3TOMY BOIIPOCY YXKe
MTOCBSIIIIEHO MHOXECTBO MH(MOPMATUBHBIX 0030-
poB (Flanagan, Vanderhaeghen, 1998; Sur,
Rubenstein, 2005; Sansom, Livesey, 2009; Bar-
ber, Pierani, 2016; Cramer, Miko, 2019). B uenom
a3 prHOBBIE peleNTOPHl M UX JIMTAHIbI OTBEYa-
10T 32 Pa3BUTHE OHTOTEHETUYECKNX KOJIOHOK BO
BpeMSI paaualibHOl MUTpaUu; y MBIIICH, My-
TAaHTHBIX 110 3(PPUHOBBIM pelenTopaM Kiaacca A
(Efna knockout mice), pa3BuTHE 3TUX KOPKOBBIX
KOJIOHOK M3MEHEHO I10 MPUYMHE HapyIIeHUS
natepanbHOi mucnepcum kKiietok (Torii et al.,
2009).

CortacHO MOJIEKYJISIDPHOM MoOjenu, TeHUKY-
JsaTHBIe addepeHThl OT IJ1a30CIeUPUUHBIX
cioeB HKTn Hukorma He ObIBAIOT ITOJIHOCTBIO
IEPEeKPBITBIMM B KOpe, T.K. C CaMOIo Hayaja
IIPUXOAST B HEKOTOPbIE TEHETUYECKU TETCPMMU-
HupoBaHHbIe JIOKychl (Crowley, Katz, 1999;
Sengpiel, Kind, 2002; Cai et al., 2005; Feller,
Scanziani, 2005). 1 oqHUM U3 CUJIbHEUINX ap-
T'YMEHTOB B TIOJIb3Y MOJIEKYJISIPDHOM TMITOTE3bI
SIBJISIETCSI COXpaHEHHE cerperaiuy KOJIOHOK IJia-
30JJOMMHAHTHOCTU NPU OMHOKYJISIPHOIT DHYKJIE-
auuu (Crowley, Katz, 1999; Katz, Crowley, 2002;
Feller, Scanziani, 2005).

OnHako, COMOCTaBJIsIsi KOHKYPEHTHYIO U MO-
JIEKYJIIPHYIO MOJIEJIM Pa3BUTUSI KOJIOHOK, CTOUT
OTMETUTD, YTO, BO-TIEPBbIX, SHYKJICAIIUIO B BbI-
e o6o3HavYeHHbIX ucciaenopanusx (Kuljis, Ra-
kic, 1990; Crowley, Katz, 1999) npoBonuin y:xke
nocsne TOro Cpoka, Korja peTuHajlbHbIe BOJIOKHA
noiaHocThio TipopactyT B HKTn (y XopbKoB 3T0
nepuon E43-E47 (Cucchiaro, Guillery, 1984), y
Makaku — niepuoa E65-E110 (Rakic, 1977)). Ta-
KUM 00pa3oM, K MOMEHTY 2HYyKJealuu PeTU-
HaJIbHbIE BOJIHBI YK€ MOTJIM OKa3aTh BIUSTHUE HA
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dopmupyromeecs HKTn n mHbIe TalaMmuyeckme
1 HeTajaMMu4yecKue 3puTeiabHble siapa. Bo-BTo-
PBIX, KaK CIipaBelJIMBO oTMeueHo B padote (Fel-
ler, 2002), OMHOKYJIsIpHAas SHYKJICALIUS SIBISICTCS
HE COBCEM KOPPEKTHOM MapagurMon 1JIs u3yde-
HUSI POJIM PeTUHAIbHOI aKTUBHOCTHU, MTOCKOJIb-
Ky B nipenenax HKTn aTo mpuBomuT K mosiBiie-
HUIO APYroro TUIa pacHpOCTPaHSIOIIEHAC aK-
TUBHOCTH, BbI3BAHHOI OOpaTHBIMU CBSI3SIMU U3
KOpBbI; IPU 3TOM aKTMBHOCTb COCEIHUX HEWUPO-
HOB KOppeJIMpOBaHa ¢ BbICOKOI cTeneHblo. Y B-
TPEThUX, 3HAUYUTEIBbHYIO POJIb B MEXaHU3MaX OH-
TOTEHETUYECKOTO (POPMUPOBAHUS KOPKOBBIX
KOJIOHOK OTBOIAT IUIOTHBIM KOHTakKTam (gap
Jjunction) MexX1y HEMpOHAMMU, IJIMAJIbHBIMU KJIET-
kamu. [I1oTHBIE KOHTAKThI BOBJIEUYEHBI B T€HE-
pannio peruHanbHbIX BoJH (Kandler, Katz,
1995; Wong et al., 1998), a Takxke B ITOCTpOeHUE
KOJIOHOK: B pa3BUBAIOIIEICSI KOpPE BBISIBICHBI
YIOpsSiAOYeHHbIE aHCAMOIX IHUAIbHBIX KJIETOK,
CBSI3aHHBIX TUIOTHBIMU KoHTakTamMu (Kandler,
Katz, 1995; Bittman et al., 1997; Roerig, Feller,
2000), moka3zaHoO B3aMMOICHCTBHE MEXIY TOP-
MO3HBIMU HEMPOHAMU, CBSI3aHHBIMU ILJIOTHLIMU
KOHTaKTaMM, 1 OPMEHTALIMOHHBIMU KOJIOHKAMU
(Fukuda et al., 2006). OtnnunTeabHass 0COOEH-
HOCTb IUIOTHBIX KOHTAKTOB — HE3aBUCHUMOCTD OT
XMMMWYECKOM CMHANITUYECKON TIepenadyu, BCael-
crBue 4ero BBeneHue TTX He oka3biBaeT BIMS-
Hus Ha ux ¢pyHkuuio (Kandler, Katz, 1995). Ta-
KMM 00pa3oM, peTHHAaIbHbIE BOJHbI, KAK MUHU-
MYM, YYacTBYIOT B MeEXaHMU3MaxX 3aJ0KECHUS
KOPKOBBIX MOJIYJEH, BEPOSITHO, UMESI IPU 3TOM
[JIABEHCTBYIOILYIO POJIb.

Cybnaacmunka u gpopmuposarue
KOPKO0BbIX KOAOHOK

ToBopst 0 popMHUpOBaHUM KOPKOBBIX KOJIO-
HOK, HeJIb351 HE YMOMSHYTb O TPaH3UTOPHOM
KOPKOBOM 00pa3oBaHUU, KOTOPOE BO3HUKAET BO
BpeMsI paHHE dSMOpHOHAIBbHOM (pa3bl pa3BUTUSI
(E12-E45, B 3aBUcuMOCTU OT Buaa (Angevine,
Sidman, 1961; Kostovic, Rakic, 1980; Luskin,
Shatz, 1985; Jackson et al., 1989; cm. 00630p
Kanold, Luhmann, 2010)) 1 ucue3aeT ¢ Bo3pac-
TOM, — cyoniacTuHke (subplate). CyOniacTuHKa
MpencTaBiasieT co00il HUXKHIO 4YacTh Iperuia-
CTUHKMU (preplate) Ui MIpUMOPANATBHOTO TJIEK-
CU(OPMHOTIO CJI0ST — MOJIOCHI KJIETOK, PacHojo-
XKEHHOW MEXIY BEHTPUKYJISIPHOU 30HOU U TIH-
allbHOI moBepxHocThio (Marin-Padilla, 1971).
HeiipoHbl cyOILUIaCTMHKM HE TOJIBKO MNEpPBBIMU
TeHEPUPYIOTCS B KOPE, HO U YYacTBYIOT B paboTte
paHHUX (PYHKIMOHAJIbHBIX KOPTUKAJbHBIX Ce-
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Teil; Hanpumep, v Kolku B Bo3pacte E36-ES50
HEeUpPOHBI CyOIJTACTMHKM OTBEYAIOT Ha DJIEKTPU-
YEeCKYI0 CTUMYJISILINIO onThudeckoi xma3mel (Fri-
aufet al., 1990). beuto Takke foOKa3aHO, YTO eIlle
JI0 MpopacTaHusi B KOPTUKAJIbHYIO ILJIACTMHKY
TajaMudeckue apPepeHTh TEPMUHUPYIOTCS Ha
HelipoHax cyOIUTIaCTUHKM, 3TOT Nepuo ObLI Ha-
3BaH “nepuon oxugaHus” (waiting period), no-
CKOJIbKY 3TO COCTOSIHME JJIMTCSI OT HECKOJbKUX
ITHe mo Heckoibkmx Hemenb (Lund, Mustari,
1977; Rakic, 1977; Shatz, Luskin, 1986). Cy06-
IUIaCTUHKA MPUHUMAET BaxkKHeiilllee ydacTue B
NOCTpOoeHUM (YHKIMOHAIBHBIX KapT KOPbI, B
TOM YMKCJI€ B PA3BUTUU 3PUTEIbLHBIX KOPKOBBIX
KOJIOHOK. AOJIsILIMS CyOIUIaCTUHKY C MOMOIIBIO
JIOKaJIbHOTO BBEASHMSI TOKCMHA KAMHOBOM KHUC-
JIOTBI B mo3gHeM ITpeHaTaiabHOM (E38-E45) mm
paHHEeM NOCTHATAIbHOM Nepuoje (IepBas Helle-
JIS1 )KM3HM) Yy KOLLIKY MpenoTBpaiiaeT popMupo-
BaHMe KOJOHOK m1azogoMuHaHTHoOcTH (Ghosh,
Shatz, 1993; Lein et al., 1999; Kanold, Shatz,
2006) 1 opueHTALUMOHHBIX KoJoHOK (Kanold
et al., 2003), a Takke KOJIOHOK COMAaTOCEHCOP-
Hoi1 Kops! TpeI3yHOB (Tolner et al., 2012). Baxxxo
OTMETUTb, YTO HEUPOHBI CyOIIaCTUHKU CBsI3a-
HBI IVIOTHBIMY KOHTaKTaMu, 00pasys crienupu-
YEeCKMI KOJIOHYAThIi CUHUMTUI (columnar syn-
cytium) pasmepoM 100—125 um, KoTopbiii Ioaa-
raercs OOHOKM M3 OCHOB OyAylIMX KOPKOBBIX
kojstoHoK (McAllister, 1999; Dupont et al., 2006;
Yang et al., 2013). Cy0ruiacTiHKA TaKKe OpraHn-
3yeT NpsIMbIe BXOmbl K KiaeTtkaM Kaxams — Per-
nmnyca (Myakhar et al., 2011) — pacriosoXXeHHBIM
B MapruHajJbHOM CJIO€ TPAH3UTOPHBIM HEMpPO-
HaM, IIPUHUMAIOIINM Yy4acTUue B KOPTUKOTEHE3e
(Gil et al., 2014; Kirischuk et al., 2014; Barber,
Pierani, 2015; Luhmann et al., 2020). B 11e;tom cy6-
IUTACTUHKY II0JIaral0T CBOEOOpa3HbIM  Y3JIOBBIM
neHTpoM (hub station) pa3BUBAIOILICICS KOPHI,
onpenensommM  ee  ¢gopmupoBanue (Kanold,
Luhmann, 2010; Kanold et al., 2019).

Heckoabko cn06 o cesn3u mexncoy 3pumenbHbiMu
KOPKOBbIMU MOOYASAMU U MPEmbUM
nPOBOOAUUM KAHANOM

Kak 651710 cKa3aHO BEIIIE, KOPKOBbIE MOLYJIU
3pUTENIBHON KOPbl LIEHTPUPYIOTCSI OTHOCUTENb-
Ho I1O-61000B; MoaTomMy, Bo3MoxxHO, L1O-0610-
OBl SIBJISIIOTCSI CIIeIM(UUECKUMHU “OpraHu3aTo-
paMu” KOpPKOBbIX KOJIOHOK. [ToCKOJIBKY B caMOM
HeHTpe [1O-6;1000B BBISIBIEHO BETBJIEHUE aKCO-
HOB reHUKYJISITHbIX HEUpOHOB W (KOHMOLIEJLTIO-
JIIpHOro) TuIia (CM. BhIIIE), M TaK KaK €CThb JaH-
Hbl€ B MOJIb3y OOJIbIIIEro BKJaAa B aKTUBHOCTb
Ne 6
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JaHHBIX CTPYKTYp UMEHHO MNPOEKIUH KOHHUO-
LeJUTIONIIPHBIX HelipoHOB (Shostak et al., 2002),
MOXHO TIPEAIOJOXUTh MPUYMHHO-CIEACTBEH-
HYIO B3aMMOCBS3b MEXIY TPETHEH MPOBOASIIECH
CUCTEMOM U MOAYJISIMU IMEPBUYHON 3pUTETbHOMU
kopbl. IloaTBepXkaeHHEM B3TOro IPeAInoaoxkKe-
HUSI IBJISIIOTCS UccaeaoBaHus J. Sharma u coaBT.
(Sharma et al., 2000), mHmynupoBaBmux Gop-
MHUPOBAHUE OPUEHTALIMOHHBIX KOJOHOK B CIy-
XOBOI KOpE XOPbKOB, IMOCJE YAaJeHUS Y TTOCIe -
HUX TIEPBUYHOI 3pUTEAbHOI KOPHI (U, KaK CJIeI-
CTBUE, PETPOIrpajHON JereHepalyu HEHMPOHOB
nmop3anbHbIix cnoeB HKTn) m 3amHux XOnMMOB,
SBJISIIOLIMXCSI OCHOBHBIM HCTOYHMKOM adde-
peHTalluMu B CIyxoBy10 Kopy (Sur et al., 1988).
HeiipoHbl C1yXOBBIX TaIJaMUYECKUX AP — Me-
JUAJIbHBIX KOJIEHYATHIX TeJ — Y 3TUX XXUBOTHBIX
XapaKTepU30BaJUCh KJIETOUHLIMU OTBETaMM,
cBOliCTBEeHHBIMU W-KJIeTKaM BEHTPaJIbHbIX CJ10-
eB HKTx (Sur et al., 1988; Roe et al., 1993), gto
yKa3blBaeT Ha OOCTAaTOYHOCTb MOCIETHUX s
YCHEIIHOTIo Pa3BUTUSI KOPKOBBIX KOJIOHOK.

Bonee Toro, TpeThbs nMpoBoasiiias cucreMa oe-
peT HayaJlo OT reTepOreHHON MOMyJISILMU TaH-
[JIMO3HBIX KJIETOK CETYAaTKU, OJHUM U3 MpeacTa-
BUTEJIe!l KOTOPOWA SIBJISIIOTCS 2-SIpyCHbIE TaHTJIM -
0o3HbIe KJIeTKU (cM. 00630p Mepkynbesa, 2021).
[TpuMeyaTenbHO, YTO UMEHHO OHU — OCHOBHBIE
MOCTCUMHANTUYECKUE MUIIEHU aleTUIXOJUHO-
BbIX aMakpuHOBbIX KiieToK (Famiglietti, 1987;
Kolb, 1997) — reHepaTOpoB peTUHAIbHbBIX BOJIH.
Euie onyH BaxXHBIN (PaKT: CYLIESCTBYIOT JaHHBIE
B MOJIb3y OoJiee paHHEro pa3BUTUSI T€HUKYJISIT-
HOTI'O YPOBHSI TPETHETO MPOBOISIIETO KaHaja, Mo
CPaBHEHMIO C MaTHOLICJUTIOJSIPHBIM W T1apBO-
LIEJUTIOJIIPHBIM ~ KaHajJlaMu: TakK, B pabore
M.T. Ty u coasr. (1998) mokazaHo, YTO y MaKaKu
JamuHauuga HKTn HaunHaeTcs ¢ KOHUOLIEIUTIO-
JIIPHBIX HEMPOHOB: OHU CErPErupyroTcsl B CJIOU
Ha 3—5 gHel paHblile, YeM MarHoleJUTIOJISIPHbIE
U TIapBOLEJUTIONSIPHbIE HEWPOHBI; a B paboTte
E.A. Lachica u V.A. Casagrande (1988) BrisiBJIC-
HO Junupymoliee (opMUpPOBaHUE PETUHOTEHU-
KYJIITHBIX BETBJIEHUN aKCOHOB KOHUOLEJIIO-
JIIPHBIX HEMPOHOB ceTyaTKu. Takum obOpas3om,
HEWPOHBI TPETHEro MPOBOJSIIETO KaHala, BO3-
MOXHO, SIBJISIFOTCSI IEPBBIMU U3 T€HUKYJISITHBIX
HEMPOHOB, KTO TOABEPraeTcsl BO3AEUCTBUIO pe-
TUHAJIbHBIX BOJIH. BO3MOXHO, 4TO 3TO BeTBJe-
HY€ FeHUKYJIOKOPKOBBIX aKCOHOB KOHUOLIEJLTIO-
JIIPHOTO KaHajla MPOUCXOJIUT UMEHHO B Mpe/e-
JIaX 30H KOPbI, KCIIPECCUPYIOLIUX CUTHAIbHBIE
MOJIEKYJIbI-MapKephbl LIEHTPOB MOAYJIei, HO JJIs
JloKa3aTeJbCTBA 3TOTO IMPEAIOJOXEHUs Tpeoy-
I0TCSI HOBbIE UCCJIEIOBaHUSI.
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SAK/IIOYEHHME

Hrak, 3putenbHass Kopa MMeeT MOIYJIbHOE
CTpOEHME; MOOYJIU 3aKJIaIbIBAalOTCSI BO BpeMs
HE3aBUCUMOI OT CEHCOPHOro OMNbITa CTaIuu
pa3BUTUSI U OKOHYATEIbHO (OPMUPYIOTCS BO
BpeMsI KpUTHUdeckKoro nepronaa. O0Iast reomer-
pHsI KOPKOBBIX MOMIYJICH HE MEHSIETCS TIPU IKC-
MMEPUMEHTAIbHON MOAM(MUKALIMUA 3pUTEITBHOTO
OKpYKEHMSsI, YTO yKa3bIBaeT Ha HE3aBUCUMOCTh
Ipoliecca MX HAYaJIbHOTO 3aJIOKEHUSI OT 3pH-
TEJIbHOTO OITBITA.

PMHAHCHUPOBAHUME

Pabora BbInmoJiHEHa TIpU Nomaep:Kke [ocnporpamMmbl
47 I'Tl “Hay4yHo-TexHoaorn4yeckoe passutue Poccuiickoit
Denepanuu” (2019—2030), moanmporpamma “DyHmameH-
TajlbHble Hay4yHble WCCIEAOBaHUs sl IOJITOCPOYHOrO
pa3BUTUS U 00eCIIieYeHUSI KOHKYPEHTOCIIOCOOHOCTU 00-
mectBa 1 rocymapcrBa” (47 _110_JIPuOK).
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PRIMARY VISUAL CORTEX MODULES IN MAMMALS

N. S. Merkulyeva?*

Pavlov Institute of Physiology RAS, Saint- Petersburg, Russia
*e-mail: mer-natalia@yandex.ru

The structural and functional units of the visual cortex are columns or modules being regularly dis-
tributed over the tangential cortical surface. These modules are organized by the neuronal assem-
blies having the similarity in cellular response properties and/or chemism. An establishment and an
initial formation of cortical columns is occurred during ontogenesis period that is independent up-
on the visual experience. The maturation of cortical columns is under an influence of visual expe-
rience. I review the classification of cortical columns and the main period of heir ontogenetic de-
velopment. I also present some facts about possible link between the columnar development and

the third visual channel.
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