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O0630p MOCBAIIEH CTPYKTYpe U (DYHKLIMU OCHOBHOTO 3PUTEIBHOTIO TaJIaMUUYECKOTO sipa — O0p-
3aJIbHOTO HApY>XHOTO KOJIEHYATOTO Teja — U ero (dOpMUPOBAHUIO BO BpeMsl IIPEHATAJIbHOTO U
MMOCTHATaJIbHOTO OHTOreHe3a. Takxke 0003peBaloTCsl CTPYKTYpa U pa3BUTHE CBSI3aHHBIX C SIIPOM
TaHIJIMO3HBIX KJIETOK CETYATKU U HEMPOHOB MEPBUYHOI 3pUTEIbHOI KOPbI, PETUHO-TEHUKYJIST-
HBIX, TEHUKYJIO-KOPKOBBIX Y KOPKOBO-TEHUKYJISITHBIX CBsI3eil. OTAebHOEe BHUMAHUE YAEICHO
MOP®HODYHKIIMOHAIBHBIM PA3TUUUIM MEXAY SJIEMEHTAMU TPEX MPOBOAAIINX KaHAIOB: X, Y 1 W,
a TaK3Ke pa3IMndUsIM B pa3BUTUM PA3HBIX CJIOEB JOP3aIbHOTO SIIpa HApY>KHOTO KOJIEHYATOTo Tea.
PaccMoTtpeHsl cciieqoBaHus, IPOBEACHHbBIE HA KJIACCUUYECKOM OOBEKTE — KOIIIKE.
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OcHOBHOM 00beM 3pUTENBHBIX A(p(HEPEHTOB Y
OOJIBIIIMHCTBA MJIEKOIIMTAIOIIMX C BHICOKOOpPTIa-
HU30BaHHBIM 3pEHUEM IIPOELIMPYETCsS B 3pU-
TeJIbHbIE si/Ipa TajaMyca, OCHOBHBIM U3 KOTOPbIX
SIBJISIETCSI TOP3aJIbHOE SIIPO HAPY>KHOTO KOJIEH-
yaroro Ttena (HKTn). 3onoToit Bek nHTEpeca K
3TOMY SIIpY TIPUIIENICS Ha Hadajo 60-x—KoHell
90-X IT. IPOLLIOro BeKa, U OOJBIIMHCTBO 3TUX
padoT ObLIO BHIIIOJIHEHO Ha Kollke. B HBIHe1I-
HEM BeKe IPOM30IIUI0 3HAYUTEbHOE YCUJIEHUE
BHUMAaHUS K 9TUYECKOI CTOpOHE (PU3MOJIOTUYE-
CKOTro 3KCHEpUMEHTa, YTO HEe MOXKET He pajo-
BaTh; OHAKO OIHUM U3 CJEACTBUI CTajI0 CHU-
JKeHUE YMciia padoT, BBIMOTHSIEMbIX Ha 9TOM X1 -
BOTHOM Moxaenu. Ha Hacrosiiuuii MOMEHT
OOJIBIIMHCTBO paboT B 0003peBaeMoii TeMaTUKe
MPOBOMSIT C UCIOJb30BAHUEM MOJIEJIU T'PhI3Y-
HOB; a B oTpsiie Carnivora Ha CMEHY KOIIIKE TTpU-
et xopek. [1pu aTom 3HaUYMTEIbHAS YacTh JaH-
HBIX, MOJYYEHHBIX Ha KOIIIKE, He MOBTOpPEHa Ha
WHBIX XKMBOTHBIX MOJEJISIX; a OTPOMHBIN 00beM
nHMOPMALIMU, TTOJydaeMblii CEroIHs C UCIOJIb-
30BaHUEM pacCTyIlleii MOIIU MOJIEKYJISIPHO-TeHe-
TUYECKUX METOJIOB, OUEBUIHO, HE ObLI MOJTyYeH
paHee Mpu M3yYeHUM KOILIKU. Takum oOpas3oM,
CYIIECTBYET ONpeae/IeHHbIN pa3pblB MEXIy 3Ha-
HueM 00 aHatomuu u rucronoru HKTn, 6a3o-
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BbIX 3JIEKTPO(PU3UOJOTUYECKUX CBOMCTB €Tro
HEeUpoOHOB, U MH(POPMALIME O CUHTE3e TeX WU
WHBbIX MOJIEKYJISIPHBIX MapKepoB, padoTe oT-
JIeJIbHBIX TEHOB B HOpME U MpU MoAudUKaILIUU
3pUTENIBHOTO OITbiTa. B COOTBETCTBUU C 3TUM B
HepBOi YyacTu 0030pa MpeacTaBjieHbl 0a30BbIe
JMIaHHbIE O Pa3BUTUU aHATOMUWM, TMCTOJIOTUMU U
duznonorun HKTna, monydyeHHble Ha KOILIKE,
ToTAa Kak BO BTOPOM — MpeACTaBIEHUS O MOJie-
KYJISIPHO-TEHETUYECKMX MEXaHU3MaX pa3BUTHUS
HKTx, nojlydeHHBIX, IJTaBHBIM 00pa3oM, C UC-
MOJb30BAaHUEM MOJIEN I'PHIZYHOB.

1. Makpo- u mukpoanamomusi HapyiHcHO20
KoneHuamozo mena

Anatomusi HKTn pa3zHuUTCS B psiay MIEKOTIH -
tarouux (Manger et al., 2010), mpu 3ToM 001IUM
oCTaeTcs JaMHWHapHoe (CJIOMCTOE) CTpPOEHUE
(BU3yaIM3MpOBAaHHOE KaK C MOMOIIbIO OOIIMX
TUCTOJIOTMYECKUX, TaK W CHelUaIbHbIX UMMY-
HOTMCTOXMUMMYECKUX METOMOB), KOTOPOE BbISIB-
JIEHO y mpenacTaBuTesieid otpsaa npumMatsl (Doty
et al., 1966; Kageyama, Wong-Riley, 1984; Xu
et al., 2001), xumiHsie (Kageyama, Wong-Riley,
1984; Zahs, Stryker, 1985; Najdzion et al., 2009),
BKJtoyas jjacroHorux (Turner et al., 2017), rpbi-
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Puc. 1. O0mas cxema TONUKU JOP3aJILHOTO siapa HapyHoro kojaeH4aroro Teja (LGNd). Iloka3aHsl mpeacraBu-
TEJILCTBO KOHTpajaTepalbHOIO (TEMHO-CEPBIii) U UMcUIaTepalbHOTO (CBETIO-CEephlii) a3, a Takxke rpydas pe-
TUHOTOIIMYECKAs cXeMa B Ipaaycax IMoJist 3peHUsT: BAOJb ITPEICTaBUTEILCTBA BEpTUKAIM (Ha CarUTTaIbHOM IUIOC-
koctu, CATUTT) v ropusoHTanu (Ha ppoHTaabHOI iockoct, @POHT). CTpenkaMu OTMEUYEHO HalpaBIeHUE
3PUTEIBLHOIO MOTOKA: Yepe3 ONTUYECKUI TPAKT — B 3pUTEJIbHBIE SIApa U Yepe3 ONTUYECKYIO paaualluio — B 3py-
TeJbHYI0 Kopy. A, Al, Cm, Cp — ciiou LGNd; D, V, M, L, R, C — nop3ayibHbli1, BEHTpAJIbHBII, MEIUATbHBIN, Jla-
TepaJbHBIN, POCTPAIBHBIN U KayTaJIbHBII TTOTI0Ca TOJIOBHOTO MO3Ta.

Fig. 1. Scheme of the dorsal lateral geniculate nucleus (HKTm). The representation of a contralateral (dark-gray) and
ipsilateral (light-gray) eye are shown. Rough retinotopic map is shown along vertical (in sagittal plane, CATHTT)
and horizontal (in frontal plane, @POHT) meridians’ representation in degrees of the visual field. Arrows indicate
direction of the visual information flow from the optical tract through the thalamic visual nucleus to the optical ra-
diation going to the primary visual cortex. A, Al, Cm, Cp — layers of HKTx; D, V, M, L, R, C — dorsal, ventral,

medial, lateral, rostral, and caudal.

3yHbl (Reese, 1988; Grubb, Thompson, 2004;
Najdzion et al., 2009), 3aiineoo6pa3nbie (Najdzi-
on et al., 2009), konbiTHBIe (Clarke et al., 1988),
cymuatble (Sanderson et al., 1984). B manHoM
0030pe Mbl PACCMOTPUM CTPOEHME U pa3BUTHE
HKTxn xuniHbeIx Ha IpuMepe KOIKM — KJIacCH-
YEeCKOTO MOICIBHOIO OOBeKTa IS M3ydeHUS
GYHKIIMM 3peHNS.

Cnou HKTn y komiku uMeHytoTcs1 (C 1op3alib-
HOro 110 BeHTpanbHbI) A, Al, Cm, C1, C2, C3.
Crou Takke MompasaeisiioT Ha KPYITHOKIIETOU-
Hble (MarHouetoasipabie): A, Al u C KpynHo-
KJIeToyHbll (Cm) U MENIKOKJIeTOYHbIE (IapBO-
uemmonsipaeie): Cl, C2, C3, unaue, Cp cliou
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(Payne, Peters, 2002) (puc. 1). KpymHokieTou-
Hble A-ciaou ropazao Tojile C-ciaoeB, rpaHuIbL
MEXIy HMMM JIETKO IIpocMaTpuBaloTcs. Petu-
HaJIbHbIE€ BXOAbI U3 pa3dHbix mia3 B ciosgax HKTx
yepenyrorcs: ciou A, Cm, C2 1moay4daloT BXOIbI
M3 HAa3aJbHOM KOHTPAIATEPAJIBbHOM CETYATKW;
cion Al, Cl — m3 TeMmopaJbHOI HIICHIATE-
panbHOIi ceTyaTku; a cioii C3 He UMeeT peTu-
HaibHBIX BXogoB (Graham, 1977; Guillery et al.,
1980).

K BenTpanpHOit moBepxHoctn HKTno yepes
ONTUYECKUI TPaKT IPUXOASAT PETUHO-TEHUKY-
JISITHBIC BOJIOKHA, a C IOP3aJIbHOI IIOBEPXHOCTU
Sapa yepe3 ONTUYECKYIO PaIualiuio BLIXOIST I'e-
Ne 3
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HUKYJI0-KOPKOBbIE BOJIOKHA. Bxomsiue peru-
HaJIbHbIC BOJIOKHA YIOPSOOYEHBI B COOTBET-
CTBUM C UX PETUHOTOMUKON U TIJIOTHO BETBSTCS
pu Bxojae B cooTBeTcTByIommii cinoiit HKTn, 3a-
HuMas: npumepHo 0.3 MM B MeauoaTepalbHOM
n 0.5 MM B pocTpoKaymajJbHOM HaIlpaBJIEHUU
(Szentdgothai, 1973). PeTuHanbHbIE BOJIOKHA,
MPENCTABIISIONINE OTHY U Ty K€ 4aCTh MOJIS 3pe-
HUSI pa3HbIX CETYATOK, B COCEOHUX CJIOSX BBI-
POBHEHBI IPYT OTHOCUTEIBHO Apyra u opMUpy-
0T eAUHYIO0 KOJIOHKY, MPOXOISIIYI0 Yepe3 BCIOo
tomny HKTn (Tello, 1904; Hayhow, 1958; Bish-
opetal., 1962; Szentdgothai, 1973). Ha »Toii aHa-
TOMUYECKOM OCHOBE C(pOpMUPOBaHBI (PYHKIINO-
HaJIbHbIE MpoeKyuoHHble KoaoHku (Sanderson,
1971b; Szentdgothai, 1983), B mpeneax KOTOPbIX
HEUPOHBI MMEIOT OJIM3KO PACIIOJIOKEHHBIC pe-
HenTuBHBIC TTos. B nenTpansHoit yactm HKTx
IJTSI TIPOSKITMOHHBIX KOJIOHOK TTOKa3aHHbI: 1) po-
CTpaIbHBINM YKJIOH MO OTHOIIEHWIO K TpaHMIIe
Mexny ciiosiMu (okojio 40° — 3aMepeH HaMU 1o
MPENCTaBICHHBIM B CTaThbe WJUIIOCTpPAIUsIM) B
carutTajabHoii miockoctu (Bishop et al., 1962;
Sanderson, 1971a); 2) opueHTaLMsI IO IIPSIMBIM
yrioMm (90°) K rpaHUIIaM MEXIY CIOSIMM — BO
dpoHTanpHOM 1TockocTu (Bishop et al., 1962;
Eysel, Wolfhard, 1983) (Ho Tak:ke eCcTb JaHHbIE U
00 mx MeauaibHOM YyKiIoHe (45°) (Sanderson,
1971a)). B cBoo ouyepenb, peTUHOTONUYECKAs!
opranm3aumst HKTn n yroim HakiIoHa ITpoeKIn-
OHHBIX KOJIOHOK BJIMSIIOT Ha MopdomeTpude-
ckne ocodbeHHocTn HelipoHoB A-cinoeB HKTn, y
MHOTHX 13 KOTOPBIX OPUEHTAIIUSI COMBI 1 JeH/I -
PUTHOTO IpeBa peIeHbIX HEPOHOB MOBTOPSIET
YroJl HaKJIOHA MPOEKIIMOHHBIX KooHOK (Fried-
lander et al., 1979, 1981; Mikhalkin, Merkulyeva,
2021) (puc. 2 (0)).

Kaemounwsiiit cocmae 0op3anvHoco HapyICHOEO
Kosnenuamoeo mena. Kax yxe ObLJIO CKa3aHO B OfI-
HOM W3 Mpenbiaylnux o630poB (MepKyJibeBa,
2019), cymiecTByeT HECKOJbKO Kiaccudukalii
HelipoHoB HKTn, ocHoBaHHBIX HA X MOPQOJI0-
TMYECKUX OCOOCHHOCTSIX /WU (DYHKIIMOHAJb-
HBIX XapaKTepUCTUKAX.

Kraccugpurkauus R.W. Guillery. Hanboee cra-
past kjaaccudukauus ObLia mpemioxeHa R.W.
Guillery (Guillery, 1966), koTopsiii monpasmie-
Jun peneiinbie HevipoHbl HKTn Ha 4 Tuna. Heii-
poHbl I Tuma — Hanbosee KpyrnHble ¢ paardaibHO
pacxoAsIMMUCS IeHAPUTAMU, CBOOOIHO Tepe-
CeKalolIMMU IpaHulbl MeXIy cilosgaMu. Heilipo-
Hbl I TUIIa UMEIOT CoOMy CpeIHero pa3Mepa, a ux
JNEeHIPUTHOE NIPEBO BETBUTCSI, IJIABHBIM OOpa-
30M, MEPHNEHAMKYISIPHO TPAaHULIE MEXIY CIIOSI-
MU. OTJIIMYUTETbHBIMU OCOOEHHOCTSIMU JaHHBIX
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HEHPOHOB ABISIOTCS: 1) BEeTBJIEHUE IEHIPUTOB B
npenesiax cjos 3aJieraHusI COMBI; 2) HATUIHe KO-
POTKUX TIJIOTHO YIAaKOBaHHBIX OTPOCTKOB, pac-
roJiaraloIuxcss OJM3KO K MeCTaM BETBJICHMS
IEeHIPUTOB M HAMOMHWHAIOIIMM BUHOIPaIHbIS
rpo3nu (grape-like). Heiiponsl I u 11 Tumos no-
KaJIM3YIOTCS TJIaBHBIM O00pa3oM B KPYITHOKIIE-
touHbIX cnosix HKTn. Hefiponsr 111 Tuma nmeror
HAaMMEHBIIUI pa3Mep COMBI CpelIu MPOYUX TH-
OB, TOHKME U3BUJIMCThIC IEHIPUTHI CO MHOXE-
CTBOM KOPOTKUX OTPOCTKOB M aKCOHBI, HE BBIXO-
ISIIMe 3a TPeiesibl CBOETO CJIOSI. DTU HEMPOHBI
Bcrpevatorcs B HKTn moBcemecTtHo. HelipoHnr
IV Tuma mpeuMyllleCTBEHHO JIOKAJIU3YIOTCS B
BeHTpanbHBIX cinossx HKTn, mmeror comy cpen-
HETo pasMepa M ACHAPUTHI, OPUCHTUPOBAHHbBIC
napayuienbHo cinosgMm. Kierkm I, II u 1V tnumos
SIBJISTIOTCST PEJIEMHBIMM, X aKCOHBI BOCXOIST B
3pUTENbHYIO KOopy, KieTku 111 tTnma MmoryT ObITh
KaK MHTEpHEMPOHAMU, TaK U peJICTHBIMU KJIET-
kamu (Friedlander et al., 1981). BaxxHo oTtme-
TUTh, YTO 3THU YEThIPE TUIMA HEHPOHOB, KaK IO-
Jlarajl caM aBTOp KjacCUdUKAIIMM, OTIMCHIBAIOT
toiibko 60% xnerok HKTn, ocrtambHbie 40%
MMEIOT CMEeIIIaHHBIE XapaKTePUCTUKU U HE MOTYT
OBITh YETKO TIPUYUCICHBI K OTHOMY M3 BHIIIC-
orcaHHbIX TUTOB (Guillery, 1966).

X-Y-W knaccughukayus'. Tlo aHaaorum c raH-
IJIMO3HBIMM  KJIETKAMM CETYaTKHU, pelieiiHbIe
Heliponbl HKTn nogpasznensitor Ha X, Y, u W T -
nel. s onpeneneHus MPUHAMICKHOCTU KJIET-
KM K TOMY WIM MTHOMY TUITY OLICHHUBAIOT TaKUE €¢
9JIEKTPOPU3NOIOTNUECKIE ITapaMeTpbl, TaKUe
KakK pa3Mep pPelenTUBHOIO IOJIsI, CKOPOCTb OT-
BeTa Ha CTUMYJSILMIO XWa3Mbl, JIMHEMHOCTb
npocTpaHcTBeHHO#T cymmanuu (Wilson et al.,
1976; Friedlander et al., 1981; Stanford et al.,
1981).

Jns Y- 1 W-HelipoHOB XapaKkTepeH OTHOCU-
TeJIbHO OOJIBbIIOI pa3Mep pEeLEHTUBHOIO MOJIs,
HanpoTuB, X-HeHPOHBI 00/1a0al0T HAXMMEHbBIILI~
MU PEeLENTUBHBIMU IOJISIMU IIPU YCIOBUU UX 3a-
Mepa B OJHOM U TOM X€& PETUHOTOIIMYECKOM
npeacraButeabcTBe (Hoffmann et al., 1972; Wil-
son et al., 1976; Friedlander et al., 1981). Penen-
TUBHBIE T10J1s1 HEIIPOHOB BCEX TUIIOB YBEIUYMBA-
IOTCSI OT IIPENCTaBUTENILCTBA LIEHTPA K Iepude-
pun nionst 3peHusi (Hoffmann et al., 1972).
CKOpOCTb OTBETa Ha BJIEKTPUYECKYIO CTUMYJISI-

"' OcHoBel X-Y-W xiaccuduKkauuy 6bUTH MPEICTaBICHBI
panee (MepkynbeBa, 2019). B taHHOM 0630pe OCHOBHOI1
00beM nHpopMaluu o crpoeHuu 1 pazsutuu HKTxa Oy-
NIeT CBsI3aH ¢ HeiipoHaMu Y 1 X TUIOB, MOCKOJbKY UH-
dopMaris o pa3BUTHM W-HEMPOHOB CKyIHA.

Ne 3 2023
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Puc. 2. [ToBoport mop3anbHOro Hapy>kHoro KojieHdaToro Tejia (LGNd) KoK OTHOCUTEIBHO 6230BBIX KOOPIMHAT
Mo3Ta B xome pa3Butus. (a) — npeHaranbHbIii moBopoT HKTha B ropuszoHTansHoi miockoctu; E42, E53, E63 —
JIHU MpeHaTaJIbHOro/9MOPUOHATIBHOTO Pa3BUTHUSI; YEPHBIM 1 OeJIbIM MOoKa3aHa JIOKaIU3alvs UrcuaaTepaibHbIX
U KOHTpaJIaTepaJbHbBIX PETUHOTCHUKYJISITHBIX IMPOEKIIMI COOTBETCTBEHHO, CEPBIM TTOKa3aHbl CMEIIaHHbBIE TTPO-
ey (6) — moctHaTanbHBIN moBopoT HKTx B carutranbHoit mmockoctu (110 Elgeti et al., 1976); cpennuit yron
HaKJIOHa COMBI pesieitHbIX HelipoHOB A-cinoeB HKTa oTHOCUTEIbHO MEXCIOMHOM IpaHULIBI OTMEYEH IITPUXOB-
KO, a TaKXKe CXeMaTUUECKH ToKa3aH Ha HYDKHUX BCTaBKax B cooTBeTcTBUE ¢ (Mikhalkin, Merkulyeva, 2021); PO,
P28 — mHu moctHatanpHOrO passutusi, B3P — B3pocisie xuBotHbie; A, Al, Cm, Cp — ciom HKTno; PGN — me-
pureHukyastTHoe siapo; D, V, M, L, R, C — nop3ajibHblii, BEHTpaJbHbII, MeIUabHbIN, TaTepaJIbHbIN, pOCTpajib-
HBII U KayJaJIbHBII MMOJI0Ca TOJIOBHOIO MO3ra.

Fig. 2. Rotation of the dorsal lateral geniculate nucleus (HKTm) of the cat relative to the basic brain coordinates
during development. (a) — prenatal rotation of HKTx in horizontal plane; E42, E53, E63 — days of the prenatal/em-
bryonal development; black — ipsilateral, white — contralateral, gray — intermixed retinal projections. (6) — postna-
tal rotation of HKTrx in sagittal plane (Elgeti et al., 1976); oblique lines and inserts below HKTx — the average angle
of the soma inclination of relay neurons in A-layers relative to the interlaminar border (Mikhalkin, Merkulyeva,
2021); PO, P28 — days of postnatal development, B3P — adult animals; A, Al, Cm, Cp — layers of HKTa; PGN —
perigeniculate nucleus; D, V, M, L, R, C — dorsal, ventral, medial, lateral, rostral, and caudal.

IO XMa3Mbl MUHMMaJibHa y Y-HEMpPOHOB, X-
HEWPOHBI UMEIOT TIPOMEXKYTOYHBIC 3HAUSHUST, 1
W-HellpoHbl xapakTepu3yloTcsi HauboJjiee m0Ji-
roii 3agepxXkoii orBeta Ha ctumyisiuuio (Hoff-
mann et al., 1972; Wilson et al., 1976). Ognako,
CTOUT OTMETUTH, YTO MO KpaiiHeit mMepe X-u Y-
MOMYJISIIUA HEMPOHOB MOTYT IIepeceKaThbCsl IO

KYPHAJI BEICHIEW HEPBHOW OEATEJIBHOCTHU

BBILICONUCAHHBIM mnapameTrpaMm. Ornpenensiio-
LIMM KpUTepueM ISl UX pa3fesieHUs SIBJISIETCS
JIMHEAHOCTb U HEJIMHEMHOCTh OTBETA HA IPEIb-
asiasgemblii  ctumyi  (Enroth-Cugell, Robson,
1966; Shapley, Hochstein, 1975; Derrington,
Fuchs, 1979). B nepBoM cilyyae MOXHO HaiiTu

TaKO€ COOTHOLICHUE TEMHBLIX U CBETJBLIX 30H
Ne 3
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CTUMYJIa, KOorma BO30yXXKIeHUEe CTAHOBUTCS PaB-
HO TOPMOXKEHUIO U KJIETKA HEe OTBeYaeT Ha TOSIB-
JICHUE TaKOTO CTUMYJia B €€ PELIEIITUBHOM II0JIE,
a B clyyae C HeJIMHEWHBIM OTBETOM TaKOTO I10-
JoxxeHus1 HailTu HeBo3MoXHO (Enroth-Cugell,
Robson, 1984). JluHeiiHble CcBOWCTBa OTBeTa
npucyly Kak X-, Tak U Y-HelipoHaM, a HeJIu-
HeliHble — o0co0eHHOCTh Y-kKietok (Enroth-
Cugell, Robson, 1966; Shapley, Hochstein, 1975;
Derrington, Fuchs, 1979; Enroth-Cugell et al.,
1983). W-kJ1eTKu BKJIIOYAIOT B ce051 KaK KJIETKHU C
JIMHEWHBIM, TaK 1 ¢ HeJIMHEIHBIM oTBeTOM (En-
roth-Cugell et al., 1983), u onpenensionieii ajst
HUX SIBJISIETCSI CKOPOCTh MPOBEICHUS HEPBHOTO
nmmnyiabca (Wilson et al., 1976).

ITo MopdomeTpuueckum nmapameTpam Y-Heii-
POHBI — 3TO KJIETKU HanOOJIbIIEro pa3mepa ¢ sip-
KO BbIpaXX€HHBIM HAOOPOM UepT KJIeTOoK I-ro Tu-
Ma, OMHAKO OHM TaKXe MOTYT pas3iessTh 4acThb
xapaktepucTuk kietok II-ro tumna mo Guillery
(Friedlander et al., 1981; Stanford et al., 1981).
Heiliponbr X-Tuma o61amal0T COMOW CpPeaHEro
pa3mepa, ux Mopdosorusi COBNajaaeT ¢ KjieTKa-
mu II—III-ro tTunos (Friedlander et al., 1981;
Stanford et al., 1981). Heitponsl W-Tumna coBna-
JIaloT T10 XapaKTepucTUKaM ¢ HeiipoHamu IV Tu-
na (Friedlander et al., 1981; Stanford et al., 1981).

Pacnipenenenne X-, Y-, W-HelipoHOB Tak:Ke
pasmuuHo: X- M Y-HEHpOHBI MPUYPOYEHBI K
KPYITHOKJIETOUHBIM, a W-HeHpOHbI — K MEJIKO-
kieTouHbIM ciossM HKTn. B manGonee mmpo-
kux ciosix A m Al HKTx nonst Y-HelipoHOB 110
OTHOIIIEHMIO K X-HEWpOoHaM pacTeT OT NpeacTa-
BUTENbCTBA LICHTPA I10JISI 3PEHMS K IPeaCcTaBU-
TenbcTBY niepudepun (¢ 34 mo 73%) (Hoffmann
et al., 1972; LeVay, Ferster, 1977). Kpome Toro,
Y-HellpoHBI TATOTEIOT K rpaHuamM A-cioeB, X-
HelipoHbl — K ux HeHtpam (Mitzdorf, Singer,
1977; Bowling, Wieniawa-Narkiewicz, 1986).

ON-OFF knaccugpukauyusn. Ellie Ha 3ape U3y-
YeHMUS DJIEKTPOPU3NOIOTNIYECKIX CBOIICTB 3pU-
TeJILHBIX HeIiPOHOB MOCIeIHMEe ObUIY MOApa3/e-
JIEHBI Ha ABa OCHOBHBLIX TUIa: ON-KJIeTKH, pea-
rupymoliirve Ha BkiIodyeHue cBeta, U OFF-
KJIETKHM, pearupyloliye Ha €ro BbIKJIIOYEHUE
(Hartline, 1938), yto no3mHee ObLIO0 OOBSICHEHO
CTPOCHUEM HUX PEUEIITUBHOIO II0JISI, KOTOPOE
UMeeT JIMO0O BO30YXKIAIOLIiA LEHTP U TOPMO3-
Hyto nepudeputo (ON Tun), 1m6o HaoOOpPOT
(OFF tumn) (Kuffler, 1953; Enroth-Cugell,
Robson, 1966). B anekTpodun3noa0rudecKmux
KUCCJIeAOBAHUAX ITOKA3aHO, YTO Y KOIIKU HEM-
poHbl Y-ON TuIla 4YMCIEHHO JOMMHUDPYIOT B
BepxHeli yactu cioeB A u Al, HeiipoHsl Y-OFF
TUIIAa — B HWKHMX 4acTsaxX 3Tux cijoeB. X-ON
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HEUPOHBI CJIOST A YMCJIEHHO JOMUHUPYIOT B €ro
BepxHeii yactu, a X-OFF HelipoHBI — B €ro HIXK-
Hell yactu; B citoe Al X-KieTK1 000UX MOATU-
OB pacnpenesieHbl paBHoMepHO (Bowling, Wie-
niawa-Narkiewicz, 1986, 1987; Bowling, Caver-
hill, 1989). Bt1o otnnuaercsa ot yetkux OFF u
ON mnoncnoeB B HKTn xopeka (Zahs, Stryker,
1985), nopku (Le Vay, McConnell, 1982), Ty-
naitu (Le Vay, McConnell, 1982).

Lagged-non-lagged knaccugpurkauus. X- v Y-Heit-
ponbl HKTn Takke moapa3nensioT Ha TaK Ha3bl-
Baemble “3anasabiBatoliue” (lagged) w “He 3a-
nazapiBatome” (non-lagged) moaTUIIbI, comiac-
Ho aeneHuto D.N. Mastronarde (Mastronarde,
1987). “3anazapiBatolive’ HEMPOHBI pearupyoT
Ha 3pUTEJIbHYIO CTUMYJISILUIO MIEPBUYHBIM TOP-
MOXEHUEM, 4TO SIBJSIETCSI TPUYMHON BpEeMEH-
HOI 3aep>KKU OCHOBHOI BOJIHbI UMITYJIbCALIUU
(Mastronarde, 1987; Humphrey, Weller, 1988a;
Saul, 2008). IToka He TMOJYyYeHO HOCTOBEPHBIX
JNaHHBIX B TI0JIb3Y Pa3JIMYHON MPOCTPAHCTBEH-
HOM JIoKau3aluu “3ana3gblBatloinx’ U “He 3a-
Ma3abiBaloIUX”’ HEMPOHOB Kak IO Pa3HbIM CJIO-
am HKTn, tak u no ux rmyoune (Humphrey,

Weller, 1988a, 1988b)>.

2. Pemuno-eenuxkynaamuule,
2eHUKYN0-KOPKOBble
U KOPKOBO-2eHUKYASIMHble NPOEKYUU

PetnHO-reHUKyIITHBIE BOJIOKHA W TaHIIIM-
O3HBIX HEipoHOB oKaHumMBawTcsI B Cp ciosX,
BOJIOKHA Y-HeipoHOB — B cnogx A, Al 1 Cm, Bo-
JIOKHa X-HEHWPOHOB — B c1ogX A 1 Al; B LIeJIOM,
HelipoHbl onpeneyieHHoro ciaosd HKTa nmonyya-
IOT BXOOblI OT TaHIIMO3HBIX KJIETOK CETYaATKU
“cBoero” tuma (Sur et al., 1987). I1lpu aTom oT-
IelbHbIe aKCOHBI W 1 X TAaHIJIMO3HBIX HEPOHOB
CceTYaTKN OKAaHYMBAIOTCSI TOJILKO B OMHOM CJIOE,
TOIIa KaK aKCOHBI Y TaHIJIMO3HBIX HEMPOHOB
KOHTpaJlaTepaJbHON CeTYaTKU MMEIOT TeHOCH-
IO TEPMUHUPOBATHLCS Cpa3y B ABYX CIIOSIX: A 1
Cm (Bowling, Michael, 1984; Sur et al., 1987;
Tamamaki et al., 1995). OTmMeTuM Takke, 4TO Cy-
IIECTBYIOT IaHHBIEC B ITOJIb3y KOHBEPTCHIIUM pe-
TUHAJIbHBIX BXOAOB pa3HbiX TUMNOB (Y 1 X) Ha
equHoM npuHuMmaloieM Heiipone HKTn (Sing-
er, Bedworth, 1973; Garraghty, 1985).

lenuxyaamuosie npoekyuu IUPOKO PACXOASATCS
T10 3PUTEIILHOM KOPE, HO B LIEJIOM OOJIBILIMHCTBO
reHUKYJIO-KOpKOBbIX BojiokoH HKTn cienytor B

2 [TopoGHOE OTCYTCTBME YETKOM 3aKOHOMEPHOCTU B MPO-
CTPAHCTBEHHOM pacIIpefie/iecHu ‘““3ama3abIBaloniux’”’
HEMpOHOB IToKa3aHo u y mpumMatoB (Saul, 2008).
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Puc. 3. Cxema cBsi3eit mop3ajibHOro Hapy»xHoro KojeH4atoro tesa (HKTm) ¢ monsiMu mepBUYHOI 3pUTEIBHOI KOPBI
17 (area 17) u 18 (area 18). I—VI — citou KOopbI; IPSIMOYTOJILHUKY ¢ 0603HaUeHUSIMU X, Y, W — 00J1aCTh BeTBJICHUSI
TeHUKYJIO-KOPKOBBIX BOJIOKOH, 00pa3yeMbIX HEMPpOHAMM Pa3HbIX MMPOBOISIINX KAaHAJIOB; ITYCThIE PSIMOYTOJIbHU -
KU — 00J1aCTh 3aJIeTaHUsI HEIIPOHOB, NAIOIIMX Hauajlo KOPKOBO-TE€HUKYISITHBIM aKCOHaM.

Fig. 3. Scheme of connections between the dorsal lateral geniculate nucleus (HKTx) and areas 17/18 of the primary
visual cortex. I—VI — cortical layers; rectangles with signatures X, Y, W — the area of arborization of geniculo-cortical
axons, initiated by neurons of corresponding visual pathways; empty rectangles — the area of localization of neurons

initiating cortico-geniculate axons.

KopkoBbie nojisgt 17, 18 u 19. Ilpu aToM B moje
17 okKaHYMBAIOTC aKCOHBI KJIETOK, PaCIIOJIO-
keHHBIX Bo Becex cnogx HKTn (Rosenquist et al.,
1974); GONBIIMHCTBO T€HUKYI0-KOPKOBBIX aK-
COHOB, OKaHYMBAIOIIVXCS B 1ojie 18, mpuxogut
n3 ciioeB A, Al m1 Cm; B moste 19 okaHUYMBaIOTCS
IJIABHBIM 00pa30M aKCOHbI HeiipoHOB C-ci0eB
(Hollander, Vanegas, 1977; Niimi et al., 1981).
JJOMUHUPYIOIIM BXOIOM B Ioyie 18 sBISIFOTCS
BoJIOKHa Y-HelipoHOoB (Stone, 1983); B mose 19 —
BojiokHa W-HelipoHoB (Dreher et al., 1980).

B nepBuyHoii 3puTtenbHoit Kope (nosst 17 u 18)
BOJIOKHA X-HEMPOHOB TEPMUHUPYIOTCS MO BCel
tosuHe cioeB IV u VI; BonokHa W-HelipoHOB
BeTBsATCS B cyosix 1, III u IV, a BonokHa Y-Heii-
POHOB BETBSITCS IJIAaBHbIM OOpa3oM B BeEpxHEM
nojioBuHe cios IV (cioe IVA), cioe VI, a Takke
B HmxkHelt yactu ciaos III (Ferster, Levy, 1978;
Niimi et al., 1981; Freund et al., 1985; Humphrey
et al., 1985a, 1985b; Boyd, Matsubara, 1996;
Kawano, 1998) (puc. 3). Ha ocHoBaHuUU nartep-
Ha BXOIOB B IEPBUYHYIO 3pUTEIbHYIO KOPY BbI-
JEeJISIIOT TPU OCHOBHBIEC CYOITOMYJISILIMM Y-HeEli-
ponoB HKTn: mochuiarommne akCOHbI UCKITIOUM -
TenbHO B mojie 17, B mone 18 u oOpasyloliue
oudypkauuu B ob6a 3putesibHble Mo (Freund

KYPHAJI BEICHIEW HEPBHOW OEATEJIBHOCTHU

et al., 1985; Humphrey et al., 1985a, 1985b). [1pu
3TOM B 110Jie 18 B OCHOBHOM MPUXOAST aKCOHBI
Y-HeiipOHOB, paCIOJIOKEHHBIX B HUKHEI YaCTU

cios1 Al u B ciioe Cm (Niimi et al., 1981; Geisert,
1985; Humphrey et al., 1985b).

OCHOBHOI1 0O0BEM KOPKOBO-2CHUKYASAMHBIX
npoexkyuii 6epeT Hayano B VI ciioe mepBUYHOM
3PUTEIILHOM KOpbl U TEPMUHUPYETCSI IIPEUMY-
mecTBeHHO B cosix A u Al (Gilbert, Kelly, 1975;
LeVay, Sherk, 1981; Weber, Kalil, 1987; Murphy,
Sillito, 1996) (puc. 3). BeIsIBJI€HO HECKOJIBKO OT-
JIMYUI MeXXy HACXOOSIIUM BIUsSIHUEM T1oneit 17
u 18. Bo-niepBhIX, aKCOHAIbHOE BETBJICHME HEM -
poOHOB moJjisl 18, oTBeYalolIMX Ha CTUMYJISLIAIO
UTICUJIAaTepAJILHOTO I1a3a, TAroTeeT K COOTBET-
ctByoliemy cioo HKTxa ropasgo 6onblile, yeM
aKCOHaJIbHOE BETBJIEHUE HEMPOHOB 110Jis1 18, OT-
BEYAIOIIMX Ha CTUMYJISILIMIO KOHTpajaTepajibHO-
o I71a3a, MOJI00HOI 3aBUCUMOCTU JJ1s1 1o 17 He
noka3aHo (Murphy et al., 2000). Bo-BTOpBIX, aK-
COHBI TTosie# 17 u 18 npeanoyruTaroT pa3Hble Ya-
CTU cJioeB A 11 Al: HUKHIOIO YaCTh — aKCOHBI I10-
Jis1 18 ¥ BEpXHIOIO YacTh — aKCOHBI noJjist 17 (Mur-
phy et al., 2000). B-TpeTbux, OTIMYUTEIHHON
OCOOEHHOCThIO HUCXOASIIMX aKCOHOB ToJisl 18
SIBJISIETCSI TycTO€E BeTBIIeHue B C-CllosIX, HE 3aBU-
Ne 3

TOM 73 2023
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csillee OT I1a30AOMWHAHTHOCTU WHUIIMATIbHBIX
HeipoHoB (Updyke, 1975; Murphy et al., 2000).

3. Ocobennocmu pazeumus anamomuu HKTo

B xone onTorenerndeckoro passutuss HKTn
KOIIIKM BpaIllaeTcsi OTHOCUTEJIbHO 0a30BbIX KO-
opauHaT Mo3ra. B mpeHaTaibHBIN Iepron (MexX-
ny E40 u E60) HKTxn pa3sBopauunBaetcs Ha 90° B
TOPU3OHTAJILHOI TLIOCKOCTH, TepeMeliasich B
3aJHeJIaTepaJlbHOM HampaBieHun (Sretavan,
Shatz, 1987) (puc. 2 (a)). B nocTHaTanbHbIii T1€-
puon ripoucxoaut pazBopotT HK T mouru Ha 90°
B CaruTTaJIbHOM TIJIOCKOCTH B BEHTPO-KayIallb-
Hom HarnpasineHumn (Elgeti et al., 1976; Kalil,
1978b), 4TO 0OCOGEHHO BBIPAXXEHO B IIE€PBbIE HE-
nenn xku3Hu (puc. 2 (0)). OTHOBpEMEHHO C I10-
BOPOTOM S1Ipa TIPOUCXOIUT CMEIIIEHUE ero BHYT-
PEHHMX CTPYKTYPHBIX JIEMEHTOB, UTO OTPaXKaeTCst
B M3MEHEHMM yIJIa HAaKJIOHA COMBI HEMPOHOB A-
CJIOEB OTHOCUTEIbHO MEXCIIOMHOM IpaHULIbI TPU-
MepHo Ha 25° (puc. 2 (6)) (Mikhalkin, Merkulyeva,
2021).

B nocTtHaTanbHBI TIepUOI IPOAOJIKACT 3HA-
yuteabHo M3MeHATbesd dopma HKTn, crano-
BSICh O0Jiee M30THYTOI. 3aBepiiaeTcs GOpMUPO-
BaHue caoeB HKTn: mpocnoiiku 6eyoro Benie-
CTBa MEXAY HMMHU CTAHOBSTCS OTYETIUBO
BUIMMBIMM K KOHIy mepBoii Hemenu (Kalil,
1978b). Takxke HKTn cyliecTBeHHO yBeIu4MBa-
eTcss B oObeMe: ¢ 4 MM y HOBOPOXIEHHBIX 10
27 MM? y B3pOCJIBIX; TIPU 3TOM MEXIy 2-0ii U 3-eid
HeJeasIMU MPOUCXOAUT YTpOoeHHe oO0beMa, a K
8-i1 Hexelle 00beM JoCcTUTAET 85% OT TAKOBOIO Y
B3pocabix XuBOTHBIX (Elgeti et al., 1976; Kalil,
1978b; Hickey, 1980).

4. IlpenamanvHoe pazeumue HellpoOHO8
00p3anbHO20 HAPYIHCHO20 KOAeHYamozo mena,
2CHUKYN0NEeMaNbHbIX
U 2eHUKYN0@Y2aNbHbIX NPOEKYULL

®opmupoBanue obueit anaromun HKTx, a
TaK>Ke ero oo1mnx (pyHKIMOHAIbHBIX KapT, B TOM
yycjie peTMHOTOITMYECKOM, TIPOUCXOISIT BO Bpe-
Msl MIpeHaTaJIbHOTO OHTOreHe3a. DTU TPOLIECCHI
pPETyIUpYIOTCSI BHYTPEHHUMM MOJIEKYISIPHBIMU
dakTopamMM, TaKUMU KakK 2(PPUHBI U UX pelerl-
Topbl. Co3peBaHue HelipoHalbHBIX ceTeit HKTx
o[ 1eiicTBUEM BHEITHUX (haKTOPOB (CEHCOPHO-
ro OKPYXXEHUS) MPOUCXOIUT BO BpeMsl MOCTHA-
TaJIbHOTO OHTOreHe3a, B YaCTHOCTU 0COOOTO Tie-
puona, HazBaHHoro “kputrudeckum” (Huber-
man et al., 2005, 2008; Pfeiffenberger et al., 2006;
Teo et al., 2012).
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Ilpenamanvuoe pazsumue cemuamxu u HKTO.
laHIMMO3HBIE KJIETKU CEeTYATKU MOSIBIISIIOTCS Y
KOILLKM B paiioHe 21—36 nHeit SMOpMOHaIbHOIO
pasButust (E21—E36) (Walsh et al., 1983). I'an-
IJIMO3HbIE KJIETKM CO3PEBAIOT B HAIIPABJICHUM OT
area centralis x iepudepun (Sherman, Murray
Sherman, 1972; Walsh et al., 1983; Rapaport,
Stone, 1984; Walsh, Polley, 1985; IlanuksaH,
2009), npu 3TOM UX pasaudHble Tomnyasauuu (X,
Y, W) reHepupyloTcsl ITOCIEeIOBATEIbHO, HO C
omnpeneeHHBIM HaJOXEHUEM II0 BpEeMEHU
(Walsh et al., 1983; Walsh, Polley, 1985). Cpen-
HHE 110 pasMmepy (X-KIIeTKN) TOSIBIISIOTCS TIep-
BBEIMU, TPUMEPHO Ha 4eThIpe IHY paHbiie (E22),
yeM KpynHble Y-kJiieTku (E25); W-kiteTku reHe-
PUPYIOTCS BO BpeMsI BCETO TepHUOIa 3aJI0KESHUS
raHIIMO3HBIX KJIeToK (Walsh et al., 1983; Walsh,
Polley, 1985). Paznuuue B HeliporeHe3e Y- u X-
KJIETOK OTPaXXCHO B TIOPSIIKE 3ajleTaHUSI COOT-
BETCTBYIOIIMX BOJOKOH B ONTUYECKOM TpakKTe:
AKCOHBI X-KJIETOK, TIOSIBUBIIIMECS paHbIIIe, 3a-
JIeTaloT IOP30MEIMaibHO, aKCOHBI Y-KJIETOK,
MMOSIBUBIIINXCS TI03Ke — BEHTpoOJaTEepaTbHO
(Torrealba et al., 1982; Mastronarde, 1984;
Walsh, Guillery, 1984, 1985; Reese et al., 1991).

OnHOBpPEMEHHO C reHepaluei raHIJIMO3HbIX
KJeTok cetdyaTku, mexay E22 u E32, npoucxo-
Ut HeiporeHe3 kietok HKTn, mpu stom Ka-
Kasi-T100 YeTKasi OuepenHOCTb MOSIBJICHUS pa3-
JIMYHBIX MOP(MOTOTrNIECKUX KJIACCOB KJIETOK He
nmokasaHa (Hickey, Hitchcock, 1984; Hitchcock
et al., 1984; Weber et al., 1986). PeTuHO-reHUKY-
JIITHBIE BOJIOKHA MpPOpacTamT B 00JacTh Oymy-
ILIEro pacriojioxeHust caioeB A u Al B mepuon
mexnay E32 u E37 (Shatz, 1983); npu 3ToM akco-
Hbl TAHIJIMO3HBIX KJIETOK KOHTpajaTepajbHOIO
rma3a pocturaior HKTn Ha Tpu nHsI paHblie,
yeM aKCoHbl ulicuiarepaibHoro miaza (Linden
etal., 1981; Shatz, 1983). AKcoHbI X-KJIETOK CET-
yatku gocturaior HKTn paHbiie, yeM akCOHBI
Y-kieTok (Sur, 1988; Garraghty et al., 1998), uto
corjiacyercsl ¢ MOPSAKOM TeHepallu COOTBET-
CTBYIOIIIMX FAaHIJIMO3HBIX HEMPOHOB.

B paiione E36 Heiiponst HKTxa yxe umeroT
HECKOJIbKO OWITOJSIDHBIX CJabo BETBSLIUXCS
NEeHIPUTOB, OPUEHTUPOBAHHBIX IEPIEHINKY-
JIIPHO MWaJlbHOM MOBEPXHOCTHU, MNapajjie/ibHO
paguaibHOW TJIMKW W BpacTalOlIMM PETUHO-TE-
HUKYJISITHBIM BoJlIoKHaM. [TocTenneHHO AeHAPUT-
HO€ JIPEBO pa3pacTaeTcs, Ha ero MOBEPXHOCTHU
YBEJIUYMUBAETCSI KOJIUYECTBO IIUITUKOB, a K E45
PETUHO-TEHUKYJISITHbIE aKCOHbI HAa4YMHAIOT Ce-
rperupoBaThbcsl MO MIA30CIELMPUUHBIM CITOSIM
(Dalva et al., 1994). ITpu 3ToM no E47 KoHTpana-
TepaJibHble aKCOHbI YaCTUYHO BETBSTCS B Ipelie-
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JIax cjoeB uIcuiarepanbHoro riasa (Bowling,
Michael, 1980, 1984; Sur, Sherman, 1982), yto
npuBoauT K nomuHupoBanuio B HKTn konTpa-
JatepanbHbiX npoekuuii (Linden et al., 1981;
Shatz, 1983). I1pouecc najbHelei cerperauuu
PETUHO-TEHUKYISITHBIX aKCOHOB IO IJIa30CIe-
IUIHBIM CJIOSIM ITpoTeKaeT B riepuoz ¢ E47 o
E60, u x MOMeHTY poxiaeHus (y KOLIKU Oepe-
MEHHOCTD JUTUTCST 62—65 nHei) OHM MOYTH MOJI-
HOCTBIO pasgesieHbl (Shatz, 1983; Shatz, Kirk-
wood, 1984; Sretavan, Shatz, 1986).

DKCIEpUMEHTHI TI0 PAaHHEW MOHOKYJISIPHOM
snykieanuun (E36—P0) moka3anu, 4To BO3MOX-
HOCTb BETBJICHUSI PETUHO-TEHUKYJISITHBIX aKCO-
HOB TaHIJIMO3HBIX HEHPOHOB MHTAKTHOTO IJIa3a
B 30He HK'Txa, oTBeneHHOI 11 yIaaieHHOro Ta-
3a, Y Y-KJIETOK COXpaHseTcsl 1o KpaiiHeil mepe
JI0 MOMEHTa POXJEHUsI, TOrJa KaK y X-KJIETOK
Takasl CltocoOHOCTh ucue3aet yxe K E44 (Garra-
ghty et al., 1998). Tak:ke BBISIBIEHO TOCIEIYIO-
11Iee coKpalleHue 101 Y'Y B3pOCbIX )KUBOTHBIX
(White et al., 1989). Ob6a ¢daxkra yka3plBalOT Ha
0OIbIIIYI0 BHYTPEHHIOIO 1I€TEPMUHUPOBAHHOCTh
X, 1o cpaBHeHU1O ¢ Y-HelipoHamu (Garraghty
et al., 1998).

Cerperainusi peTMHO-T€HUKYJISITHBIX aKCOHOB
B mrazocneunduaaeie cioun HKTa onpenenser-
Csl KaK BHYTPEHHUMHU MOJIEKYISIPHBIMU MapKe-
pamu (Land, Shamalla-Hannah, 2001), Tak u pe-
TUHaNbHBIMM BonHamu cetyatku (Firth et al.,
2005; Huberman et al., 2006; Ackman et al.,
2012). PeTnHambHBIC BOJIHBI — BOJIHBI CHHXPOH-
HOI aKTUBHOCTHY TaHIJIMO3HBIX KJIETOK ceT4YaT-
K1 — HaOJIIOJaI0TCsS BO BPpeMsI TIO3IHETO IIpeHa-
TaJAbHOTO U PaHHETrO MOCTHATAJILHOTO II€PHUOI0B
(Meister et al., 1991). PeruHanbHas BoJiHA B Ofi-
HOM M3 I71a3 BOZHUKAET HE3aBUCUMO I10 BpeMe-
HU OT BOJIHBI APYTOro I7a3a, TaKuM 00pa3om pe-
neiabple KieTkn HKTa momydatoT cMHXpOHHBIE
BXOJbI TOJIBKO OT OAHOIO 13 171a3. COOTBETCTBY-
fomiee popmupoBanue ciaoeB HKTn BeposTHO
MPOUCXOOUT ComTacHO NMpuHLUITy Xeo66a (Hebb,
1949): kneTku, KOTOpbIE pa3psKaroTCs BMECTE,
cBsi3bIBalOTC BMecTe. CMHXpOHHAs aKTUBaLIUs
0001X I1a3 HapyllIaeT cerperaluum CioeB, aCUH-
XpOHHAS CTUMYISALUS — ycuiauBaeT (Zhang
et al., 2011). B aToT Xe miepuoa oTMe4eHa MOBbI-
meHHasg Bo30ynuMocTh KiaeTok HKTn, uro nme-
JlaeT ux 0OoJiee BOCIPUMMYMBBIMU K BO3ICH-
CTBUIO peTuHaIbHBIX BOJH (Ramoa, McCor-
mick, 1994; Lo et al., 2002).

K MmomenTy poxnenus ciiou HKTn yxxe xopo-
o paznnuumsbl, kKiieTku HKTa yBennuuBaroTcs
B pa3Mmepe (Ha 190% 1o cpaBHEHUIO C UICXOIHBIM
pa3zMepoM), a UX AEHAPUTHOE NIPEBO OT M3Ha-
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YaJIbHO OMITOJISIPHOTO CTAHOBSITCSI MYJIBTHUIIO-
JsipHbIM (Dalva et al., 1994). I1pouecchl cerpera-
LIUM PETUHO-TeHUKYJISITHBIX aKCOHOB M 00pa30-
BaHUS CJIOEB HKTn COITPOBOXIAIOTCS
3HAYUTEJIBHBIM (B 5—6 pa3) cokpallleHueM 4Yuc-
JIa TAHIJIMO3HBIX KJIETOK CETYATKU M YaCTUIHOM
BJIMMUHAIIME aKCOHOB OIITMYECKOTO HepBa
(Williams et al., 1986; Wong, Hughes, 1987). I1o-
CKOJIbKY B 3TOT TI€pHO Y TPHI3YHOB M TIPUMAaTOB
MoKa3aHa snuMuHanms kKietok camoro HKTx
(Williams, Rakic, 1988), momaraem, 9To 1momo0-
HBII TIPOLIECC UMEET MECTO U Y XUIITHBIX.

IIpenamanvhoe pazsumue cesseii mexcdy HKTo
u nepeu4Holl 3pumenvroil kopou. Yxe K E35, de-
pe3 TpU OHSI TI0CJIe OKOHYAHUS ASJIEHUS KIETOK
HKTn, B 3putenbHOl paguanud ooHapyXuBa-
IOTCSI TIEPBBIE TEHUKYJIO-KOPKOBBIE aKCOHBI, a K
E36 nepBble M3 HUX JOCTUTAIOT CyOIUIACTUHKU
(Shatz, Luskin, 1986; Ghosh, Shatz, 1992; Dalva

et al., 1994)3. Ha nipoTsiKeHUM IBYX ITOCJIENYIO-
IIMX HeJeJIb TeHUKYJI0-KOPKOBbIE aKCOHBI IIPO-
JOJDKAIOT HakKaIuIMBaTbCs M MHTEHCHUBHO BeET-
BUTbCS B CYOIIACTUHKE, HE 3aX0s IIPU 3TOM B
BBILLIEJIEXKAIlMEe KOPKOBBIE CJIOU, 332 OIHUM MC-
KimodyeHueM: HaunmHas ¢ E40 onpenensieTcst He-
0O0JIbIIIOE KOJMYECTBO T€HUKYJIO-KOPKOBBIX aK-
COHOB B MapTrMHaJIbHOI 30HE (IIPEeAIIeCTBEHHUK
I cimos xopel) (Shatz, Luskin, 1986; Ghosh,
Shatz, 1992). K E5S0—ES55 reHuKyn0-KOpKOBBIE
aKCOHBI 0OHAPYKUBAIOTCS B OYIYIINX CIOSIX V—
VI, a k poxnenuio — u B cioe V. B 310 ke Bpems
ycunmBaloTcss Tipoeknuu B ciaoit I (Shatz,
Luskin, 1986). IlpopacTtaHue TeHUTYJSTHBIX
BXOJOB B KOPY IIPOUCXOAUT B MOpsiake hopMuU-
poBaHUS ee cJIoeB (M3HYTPU—CHAapyXM), HO C
OIIPEIACIICHHOM 3aIepXKOM, B XOIE€ KOTOPOM
KJIETKU LIEJIEBbIX CJI0€B 3aKaHUYMBAIOT MUIpa-
L110; Hanpumep, cioii VI nossasercsa B E31—E36,
TeHUKYJISITHBIE akKCOHBI B HeM — B E50—ESS5,
cioii IV nosisnisiercst B E37—E43, reHUKyIsITHBIE
aKCOHBI B HEM — K MOMEHTY poxaeHusl. B ciosx
II-III MurpaumoHHBIE TPOLIECCHI  OJISITCS
BIUIOTH 0 3-i mocTHaTtaibHO# Henenu (Luskin,
Shatz, 1985; Shatz, Luskin, 1986).

[lepBbie KOpKOBO-TalaMMYECKUE IMPOCKLINU
o0OpasyroTcs cyorutactTiuHkoi Ha cpokax E30—E36;
K E43 obOHapyxuBaloTcs mepBble HUCXOMSAIINE
OpOoeKLUH OT IIyboKux ciioeB Kophl (V/VI) (Mc-
Connell et al., 1989). B aToT nepuon KOpKOBO-
TaJJaMUYECKMe aKCOHEBI cKamuBaroTcs B I, u
auib K E55 HaunMHalOT MpOHUKATh B COOCTBEH-
Ho HKTx, rme ux miIoTHOCTh 3HAYMTEIBHO Ha-

3 Cy6rumacTHKa — TPaH3UTOPHOE KJIETOUHOE 00pa3oBaHMe,
noactuiaolee kopkosbie ciion (Friedlander, 2009).
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pacTaeT K poXIeHUIO, C KOHIIEHTpaIUei B MeXK-
cioiitHoM TtipocTpaHcTBe (McConnell et al.,
1994).

OObenuHAs  BBIIIECKa3aHHOE, TEHUKYJIIO-
KOPKOBbIE 1 KOPKOBO-T€HUKYJISITHbIE aKCOHBI
pacTyT HaBCTpeuy APYT APYry MpaKTUYECKU Of-
HOBPEMEHHO, TakxKe 00a TUIla aKCOHOB MMEIOT
“mepuon OXMIaHWs” Tiepen IpopacTaHUEM B
LIEJIeBYI0 CTPYKTYpPYy, HAaKaIUIMBasiCh B CyOIlia-
ctunake mim III'S, coorBercTBeHHO. BepositHO,
cyommactunaka u TS urparor KioueBylo pery-
JIMPYIOIIYIO pOJib B IIpolieccax oOpa3oBaHUsI
CBsi3eil MeXdy TajlaMyCcoOM M KOpOii, 4TO IIOJ-
TBepxkaaeTcs st cyorutactuHku (McConnell
et al., 1989, 1994; Molnar, Blakemore, 1995), Ho
noxka HeusBecTHO ajs [TT741.

5. [locmnamanvhoe pazeumue HelpoHO8
00p3aabHO20 HAPYHCHO20 KOAeHYaAmoz20 mena,
2CHUKYN0NEeMaNbHbIX
U 2eHUKYN0@Y2aNbHbIX NPOCKYULL

Komika poxpmaeTcst ¢ 3aKpbITHIMU IJ1a3aMHu,
OTKPHLITUE KOTOPBLIX HadyMHaeTcss Ha S5—7-oii
MOCTHATAILHBINI IEHb, U 3aBEPIIAETCs K BO3pac-
Ty ABYX HeJlellb, IpU 3TOM OITUYECKMUE Cpebl
[Jlada OCTAalOTCS HE MOJHOCTHIO MPO3pauyHbIMU
n0 3—4-oit Hegenu (Sherman, Murray Sherman,
1972; Thorn et al., 1976; Freeman, Lai, 1978).
B3pocabix onTuyeckux XapaKTepUCTUK I1a3 10-
CTUTAET TOJBLKO K 4—5-01i Heaene (Bonds, Free-
man, 1978). Takxke B mocCTHATaJIbHBII IIEPUO]I,
JI0 Bo3pacTa 2—3-X Hedelb, IPOJO0JIKAETCS CO-
3peBaHUE BJIEKTPOPU3NOJIOIrMUYECKUX CBOMCTB
raHIIMO3HBIX KJIeToK cetyatku (Hamasaki, Flynn,
1977; Rusoff, Dubin, 1977). Bce aT0o onpenensiet
¢da3HOCTb pa3BUTUS 3PUTEIAbHBIX CTPYKTYpP: CYy-
LIECTBOBAaHUE JOKPUTUYECKOTO U KPUTUUECKOTO
MEPUOIOB.

Ilocmnamanvhoe pazseumue mopgosocuu Heii-
poroe HKTO u pemuno-eeHUKyAamHbIX NPOEKUULL.
Hapsiny c onmucaHHBIM BbIIIE YBEJIMUEHUEM O0b-
ema HKTn, nporcxooguT CHUKE€HUE MJIOTHOCTU
3aneranust HeiipoHoB (Elgeti et al., 1976; Kalil,
1978b; Hickey, 1980): ¢ 470 ThIC. K1/MM? y HOBO-
POXIEHHBIX OHA OBICTPO IaJaeT, U K HaYaldy 2-ro
Mecsiia coctaniisgeT 150 ThIC. Kii/MM?3; y B3pocC-
JIBIX XXKMBOTHBIX — 95—130 ThIC. KJ1/MM>.

C BO3pacTOM MeHsIETCSl pa3Mep HEeWpOHOB
HKTna: mocne poxaeHust OBICTpO HapacTaeT
iomanab COMBI, yaBanMBasAChb K KOHILY 1-ro mecq-
11a, U K 8-0ii HeaeJie TOoCTUrasi B3pOC/IbIX 3HAUe-
Huii (Kalil, 1978b). ITapajuienbHO ¢ yBeJIMUEHU-
€M pa3Mepa COMbl HEHpOHOB pa3pacTaeTcsl U
nenaputHoe apeBo (Coleman, Friedlander,
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1992). Ilocne 3-ii Heaeau, 1O pa3Mepy COMBI U
XapakTepy IEeHIPUTHOTO BETBJICHUSI HEUPOHBI
HKTx yxxe MoxxHO oTHecT! K X, Y mim W tuny
(Friedlander, 1982; Mason, 1982; Coleman, Fried-
lander, 1992). I1pu aToMm B Bo3pacte 3—4-x Helelb
HEepOHBI pa3HbIX TUIIOB MMEIOT Pa3HYIO CTETIeHb
c(POpMHMPOBAHHOCTH ICHAPUTHOTO apeBa: W-Heii-
POHBI HAITOMMHAIOT HEMPOHBI B3POCIIBIX XXUBOT-
Hbix (Friedlander, 1982); Y-HelipoHbI TaKXKe CXOMI-
HbI C HeMipOHAMU B3POCIBIX KMBOTHBIX, OTHAKO
3HAYUTETHHO YCTYNAIOT MM IO pa3Mepy BETBIICHUS
(Friedlander, 1982; Coleman, Friedlander, 2002);
IEHIPUTHOE IPEBO X-KJIETOK BBIIISIUT CaMbIM
He3peJIbIM, XapaKTepHU3ysiCh paaraIbHbIM BETBIIC-
HUEM, KOHTPACTUPYIOIIUM C IEPIICHANKYJISIPHBIM
cioam HKTn BeTBiaeHmeM X-KJIETOK B3POCIBIX
xkuBoTHBIX (Friedlander, 1982).

OtnenbHOro BHUMAaHUSI 3aCy>XKMBaeT pa3Bu-
TUE TOHKUX KOPOTKMX OTPOCTKOB Ha ITOBEPXHO-
CTU coMbl U neHapuToB HelipoHoB HKTx (pu-
JIomoauit), y4acTBYIOIIMX B CUHAMNTOTeHE3e, 3a-
BUCUMOM OT HEHAPOHAJBbHOU aKTUBHOCTHU
(Portera-Cailliau et al., 2003; Vardalaki et al.,
2022). B niepBble mocTHaTaJbHbIC HEAECIU JCHI-
PUTBI HECYT OOJIbIIOE KOJIUYECTBO (DUJIOTIONMIA,
KOTOPbIEC BEINISIISAT KAK MHOXKECTBO TOHKMX “BO-
nockoB” (Mason, 1982; Coleman, Friedlander,
1992, 2002); mpu 3TOM B MEPBYIO HEACIIO OTME-
YeHbl B OCHOBHOM cOMaTU4eckKue (PUIoNoanu,
yuciao (pUIONOAUM Ha IEHIPUTAX PE3KO YBEIU-
yuBaeTcst Ko 2-oii Heaene (Coleman, Friedland-
er, 1992). K 4—6-0ii Henene prIomoann 4acTUu-
HO MCYe3al0T Ha COME U MPOKCUMAaJbHBIX y4acT-
Kax JEeHIPUTOB, OCTaBasiCh MHOIOYMCICHHBIMU
Ha JMCTAJIbHBIX YJyacTKax AeHApuToB. Jlasee
MPOMIOJIKAETCSl MEMJIEHHOE MCYe3HOBEHUE (hu-
JIOTIONINIA; Y B3POCJIBIX XXUBOTHBIX Ha ITOBEPXHO-
CTM JIEHIPUTOB MOKa3aHbI JUIb peaKkue (puio-
MOJINH; TUIOTHO 3ajieramoliue (Gujionoauu ocra-
IOTCSI JIUIIb B TPO3ACBUIHBIX 00pa30BaHUSIX, O
KOTOpPBIX ObLIO cKa3zaHo Bhille (Mason, 1982;
Coleman, Friedlander, 1992, 2002). MuTepecHo,
YyTO B Bo3pacTe 18-Tu Henenb y Y-HElipOHOB Bce
ellle BBISIBJISIOTCS JIOCTaTOYHO MHOTOYMCIICH-
Hble GUIONMOAMU Ha OUCTAJILHBIX CErMeHTax
neanaputoB (Coleman, Friedlander, 2002). Cxo-
»Kasi IMHAMUKa IVIOTHOCTU (UITONIOIMNI C ITUKOM
Ha 56-0i1 1eHb (COOTBETCTBYET 33-MYy IHIO Y KOII-
k) nokaszaHa B HKTn xopepkoB (Sutton et al.,
1991). OT™MeTuM, 4TO 3Tall HAaUOOJbIIEH TUIOT-
HOCTHU (PMUJIOTIOMM COBHAIAET C MEPUOJIOM Hau-
oonee aktuBHOro cuHanrtoreHesa B HKTn (xo-
Hell 1-oit — Havayo 7-oit Henenu) (Cragg, 1975).

Bwmecrte ¢ co3peBanuem HelipoHoB HKTn B
MOCTHATAJILHBIN TEPUO TTPOIOJKAETCI U pa3-
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BUTHE BXOISIIMX PETUHAIBLHBIX BOJIOKOH. Ilep-
BbI€ MUEJIMHU3MPOBAHHBIC BOJIOKHA OOHApyXe-
Hbl B HKTn nHa 16-om gHe xu3nuu (Elgeti et al.,
1976). K Bo3pacTy ABYX MecCSILIeB OOJIBIINHCTBO
BOJIOKOH OTITMYECKOTO TPaKTa CTAHOBSITCSI MUE-
JuHusupoBaHHbIMU (Beckmann, Albus, 1982),
YTO TPUBOAUT K MHOTOKPATHOMY YBEIUYECHUIO
CKOPOCTH TIPOBEICHMSI HEPBHOTO WMIIYJIbCa
(Beckmann, Albus, 1982; Tsumoto, Suda, 1982).
K 3—4-0i1 Henesle akcOHblI X-KJIETOK BETBSATCS
IIMpe, a aKCOHBI Y-KJIETOK — yXe, 4eM y B3pOcC-
JIBIX KUMBOTHBIX (Sur et al., 1984; Friedlander
et al., 1985; Sherman, 1985), npu 3ToM MHOTHE
KOHTpaJjlaTepajbHble aKCOHBI Y-HEMPOHOB BCe
elne cjabo BETBITCS B ¢lloe A, HO UMEIOT OTHO-
cuTeabHO 3pesioe BeTBineHne B cnoe Cm (Fried-
lander et al., 1985; Raczkowski et al., 1988). 3pe-
JIBIIi XapaKTep BETBJIICHUS PETUHO-TEHUKYJISIT-
HBIE BOJIOKHA MpHoOpeTaloT K 12-oit Henene (Sur
et al., 1984; Friedlander et al., 1985; Sherman,
1985). B mepuon co3peBaHusSl PETUHO-TEHUKY-
JISTHBIX CBSI3EH MPOUCXOIUT COKpAIIlCHNE YHCIa
pPETUHAJIbHBIX aKCOHOB, KOHTAaKTUPYIOIIHNX C Ol -
soit kiretkoit HKTn (Chen, Regehr, 2000), 1 ce-
rperauus pPEeTUHO-TEHUKYJISITHBIX BXOIOB OT
pasHBIX TIpoBOISIIMX KaHanoB (Archer et al.,
1982; Dubin et al., 1986). Pe3ynbTaTom 1momo6-
HOTO PEeMOISINPOBAHUS CBI3CH SIBISIETCS TIPU-
obperenmne HeiipoHamMu HKTx 3pesbix anekTpo-
(bn3moIOrnuecKnx CBOMCTB.

Ilocmhamanwvhoe pazeumue YHKUUU HELIPOHO8
HKTo. Y 2-gHeBHBIX XHWBOTHBIX HEHUPOHBI
HKTn noaHOCThI0O HE BOCHPUMMYUBBI K 3pU-
TEIbHOM CTUMYJISILIMM, U PETUCTPUPYETCS JTUIID
X CIIOHTaHHAas1 aKTUBHOCTh. BrtoTh 10 3-it He-
JIEJIM OTBEThI HEMPOHOB MMEIOT HU3KYIO YACTOTY
CITOHTAHHOI M BBI3BAHHON aKTUBHOCTU, OOJIb-
IIIYIO 3aJIEPKKY OTBeTa, a neprudepudeckast 30Ha
X KOHLIEHTPUYECKUX PELETITUBHBIX IMOJIEH pa3-
BHUTa cJabo0 MM BoBce OTcyTcTByeT (Adrien,
Roffwarg, 1974). Jlaxxe Oynyyu akTUBUPOBaHHbI -
MU, 3TU HEHPOHBI MOTYT pearupoBaTh JajJeKo He
Ha Kaxnoe npeabssiieHue ctumyna (Friedlander,
1982), a B ciryyae akTUBHOM CTUMYJISILIUA OBICT -
po yromisiorces (Adrien, Roffwarg, 1974).

B nepBrIil mocTHATaIbHBIN Mecsll HeHPOHBI
HKTn yxe MOXHO OIpeaesiuTb Kak HepOHBI C
ON- wmwiu OFF-tunomM peuenTUBHOTO MHOJs
(Beckmann, Albus, 1982; Dubin et al., 1986), ko-
TOpbIE TIPEACTaBJIEHbI B IPUMEPHO paBHON CTe-
neHu (Daniels et al., 1978; Beckmann, Albus,
1982). B To e BpeMs OKOJI0 MOJOBUHBI HEHPO-
HOB Ha rpaHuuax cioes HKTn nmeroT 6MHOKY-
JISIDHBINA OTBET, a TaKXKe CMEIIaHHbIE BXOAbI OT
X- 1 Y-TaHITIMO3HBIX KJIETOK ceTtyarku (Dubin
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et al., 1986), B pe3yibpraTe 4ero ux KpaiiHe CI0X-
HO MACHTU(UIIUPOBATH 11O UX MTPUHAIIEKHOCTHU
K KaKkoMy-J100 npoBoasiieMy kKaHaiy (Norman
et al., 1977; Daniels et al., 1978). D1t cinoxHo-
CTH, BEPOSITHO, CTAJIM IIPUYMHOI OTCYTCTBUS
JIAaHHBIX 10 pacIIpeaeaeHNIO0 X- U Y-HEMPOHOB B
npenenax ciaoeB HKTn Ha panHHuMX cTamgmsax

ITIOCTHATAaJILHOTI'O P asBUTUS®.

K 3-eif mocTHaTaabpbHOM Heleae OKOJIO TPETH
HelipoHoB A-ciioeB HKTn MoryT ObITh MIeHTH-
GUIMpoBaHbl KaK HEMPOHBI X- WIN Y-THUIIA Ha
OCHOBE UX 3JICKTPO(PU3NOIOTMISCKIX XapaKTe-
puctuk (Norman et al., 1977; Daniels et al.,
1978). Ilpu »TOM coO3peBaHHE UHX OTBETOB
(YMeHbIIIeHre pa3Mepa pELENTUBHOTO TOJs,
pa3BUTHE €ro TOPMO3HOM Tepudepun, CoKpa-
IIIeHe JJaTeHTHOTO MePHo/ia OTBETA) IIPOIOJIKAST-
cs1 1o Bo3pacta 12-tu Henenb (Norman et al., 1977,
Daniels et al., 1978; lkeda, Tremain, 1978; Mangel
et al., 1983). Panslie Bcero co3peBator W-Helipo-
HBI C-citoeB HKTn, koTopeie K 3—4-0if mocTHa-
TAJTbHOI Hemesle TPUOOPETaloT B3POCIbIe I1apa-
METpHI OTBeTa (CTaOMIILHBIN OTBET Ha MPEIbIBIISI-
MBIl CTUMYJI, YyBCTBUTEILHOCTh K IBVKCHUIO)
(Daniels et al., 1978; Friedlander, 1982). Cpeau
Y-HelipoHOB Haubosiee 3peIbIMUA B 3TOM BO3-
pacte saBastorcst Helipoubl Cm cios (Mikhalkin
et al., 2021).

Heobxonumo m106aBuUTh, 4YTO B HallleM MOpP-
¢oJIorMyeckoM HCCIeTOBaHUM IT10Ka3aHO, 4TO
Y-HelpoHbl, cleuudpUuIecKd IeTeKTUPYEeMbIe
antutenamu SMI-32 (cm. MepkynbeBa, 2019), y
HOBOPOXJIEHHBIX TIOBTOPSIIOT pacHpeeacHue
Y(OFF) HeiipoHoB (puc. 4), 4TO TOBOPUT 00 UX
onepexatonieM paszsutuu (Mikhalkin et al.,
2021). Taxkoii pe3yJibTaT XOpOIlIO COMIacyeTcsl ¢
nmomuHupoBanreM OFF Tumna oTBeTa B nepBUY-
HOU 3pUTEJILHOM KOpE B TEYECHUE TEPBBIX TPEX
NoCTHaTaJIbHBIX Heneab (Albus, Wolf, 1984;
Braastad, Heggelund, 1985).

IlocmuamanvHoe pazeumue eeHUKYA0-KOPKO-
8bix npoexyuil. B 11e;10M, 001N ITATTEPH CBI3€
HKTn ¢ nepBUYHOI 3pUTEIbHOI KOPOI1 Yy HOBO-
POXIEHHBIX XKMBOTHBIX CXOX C TaKOBBIM Y
B3POCIBIX: B ITojie 17 mMpuXxoasT aKCOHEL OT Cpell-
HUX U KPYIHBIX HeiipoHOB A- 1 C-CJIOeB, C MO-
JieM 18 cBsI3aHBI TOJILKO CaMbI€ KPYIIHBIE HEMPO-

4JlBa Toma Ha3sa; BBIILIA HAllla paGoTa, MOCBSILCHHAS
pacripenieieHuio  Y-HEWpPOHOB, BU3YaAIM3UPOBAHHBIX C
noMolIblo ceaekTuBHoro Mmapkepa SMI-32, B HKTx ko-
mekK pasHoro Bo3pacrta (Mikhalkin et al., 2021). DTa pa-
60Ta — mepBasi paboTa Ha CeTOMHSIIHUIM TeHb, Taromias
MOJIHOE TIPEACTaBJIeHUE O TAaTTepHAaxX pacrpeleeHus] B
paHHEM MOCTHATaJbHOM IIepUOe TalaMUYECKHUX 3Je-
MEHTOB XOT$I ObI OMTHOTO MPOBOSIIETO KaHaIa.
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Puc. 4. ConocrapyieHre B HAPY>KHOM KOJICHYATOM TeJle KOLIKU MaTTepHOB pacrpeaeneHus SMI-32(+) HelipoHOB
Y HOBOPOXIEHHBIX XKMBOTHBIX (0—4 IMocTHATaIbHBIX MHS) (cepble cToa01bl) 1 HelipoHoB Y-ON (a) u Y-OFF (0)
TUIOB B3POCJIBIX JKMBOTHBIX (YepHBIE CTONOLIBI). Bepx, IeHTp, HU3 — BepXHMi1, CPEIHUI U HYKHUI MOACIION A-CJIOeB

HKTn cooTBETCTBEHHO.

Fig. 4. Comparison of distribution patterns between SMI-32(+) neurons of newborn animals (gray columns) and
Y-ON/Y-OFF neurons in adult animals (black columns) in the A-layers of the dorsal lateral geniculate nucleus.
Y-ON and Y-OFF neurons are shown at the figures (a) and (6) accordingly. Bepx, ienTp, Hu3 — upper, middle, and

lower sublayers of layers A and Al accordingly.

HbI 3TUX ciaoeB. OTIUYMEM SIBASIETCS J0JIS KJie-
TOK, OPTaHU3YIOIIUX 3TU TI'€HUKYJIO-KOPKOBEIC
CBSI3U: Y B3POCHBIX XXUBOTHBIX 80% peleiiHbIX
TeHUKYJISITHBIX HEMPOHOB 00pa3yIoT CBSI3U C 00-
nacteio 17 u 11% — ¢ obnacteio 18 (LeVay, Ferst-
er, 1977; Geisert, 1980), y HOBOPOKIEHHBIX K1~
BOTHBIX — 65% 1 6%, cooTBeTcTBeHHO (Hender-
son, 1982). OTIMYUTEABHOI OCOOEHHOCTBHIO
HK'Tn HoOBOpOXAEHHBIX SIBJISIETCS HAJIMYKME Bpe-
MEHHBbIX CBSI3€ii KPYMHOKJIETOYHBIX cl10eB A, Al
n Cm c o6nacteio PMLS (posteromedial lateral
syprasylvii, i, 1Mo crapoil Kiaaccugukaluu,
nmone Kispa-bumomna) (Bruce, Stein, 1988;
Herbin et al., 2000). K 11-My mmocTHaTajabHOMY
JHIO KOJIMYECTBO HEHPOHOB, OPraHU3YIOLIUX
3TU CBSI3U, 3HAYUTEIBLHO COKpalllaeTrcsi, U y
B3POCIJIbIX JKMBOTHBIX 001acTe PMLS Gynet 1mo-
JIydaTh npoekumu auiab 13 Cp-cioeB (MacNeil
et al., 1997). MHTepecHO, YTO 3HaA4YMTEIbHas
4acTh HEMPOHOB KPYMHOKJIETOYHLIX CIIOEB, Op-
raHU3ylolllass BPEeMEHHBbIE CBSI3M C 00JaCThIO
PMLS, opraHusyer akCOHHBbIe KoJulaTepaiu B
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noJjie 17, KoTopble COXPaHSIOTCS U BO B3POCIOM
cocrossHuu (Bruce, Stein, 1988).

Yrto kacaercsl MOCIOMHOI OpraHU3alluMu Te-
HUKYJISITHBIX BXOJIOB B MEPBUYHYIO 3PUTEIbHYIO
KOpY, TO TEHUKYJISITHbIE HEMPOHBI, OPraHU3YIO-
1mue Bxonbl B cioii IV kopbl B TedyeHue 1-oit
MOCTHATAJIbHON HeIeNW, TakKXke OpraHu3yloT
TpaH3UuTOpHbIe Bxonbl B cioit I (Laemle et al.,
1972; Kato et al., 1984) u B cnoii V (Anker, 1977;
LeVayetal., 1978; Sherman, Spear, 1982). K 3-¢ii
MOCTHATAJIbHO He/lesie paciipeaeaeHe TeHUKY -
JIO-KOPKOBBIX aKCOHOB 10 CJI0SIM KOPBI TIpUOIN-
JKaeTcsl K B3pOCJIOMY MaTTepHY: MaKCUMasbHasi
IUIOTHOCTBH BXOJIOB oTMevaeTcs B ciossx IV u VI
(LeVay et al., 1978; Sherman, Spear, 1982).

ITapannenbHo ¢ (GOpMHUpPOBAHUEM IIOCJION-
HOIi OpraHu3allMy FTeHUKYJISITHBIX BXOJIOB B KO-
py, TPOUCXOAUT pa3BUTHUE TOIMMUYECKUX KapT
MNEPBUYHOI 3pUTEIbLHOU KOpbl. B TeueHue nep-
BOIi HelleJIU KU3HU Ha (hOHE TTOJTHOTO Pa3BUTUSI
petuHoTonuyeckoir kapthl (Kennedy et al.,
1994) mmazoTonunyeckasi KapTa (KOJOHKU IJ1a30-
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JTOMUHAHTHOCTH) OCTaeTCsl MOJHOCTBIO Hepas-
BUTOM: UMEET MECTO 3HAUYUTEIbHOE MEPEKPHITHE
BXOJIOB cO cTopoHBI AByx mma3 (LeVay et al.,
1978). IlepBble MpU3HAKU Cerperaluu Irjaa3ono-
MUWHAHTHBIX KOJIOHOK OOHapy:KMBaIOTCSI HA 2-011
Hezese XU3HU, TIPU 3TOM OTMEUYEeHO TOMUHUPO-
BaHUE KOHTpalaTepaJIbHBIX BXOIOB, 3aHMMalo-
HIMX OOJIBIIYIO TUIOIAAb KOPbhI, KOTOPOE COXpa-
Hsetcs no 3-eit Henenu (Crair et al., 1998, 2001).
3areM IPOMCXOMUT STUMHUHALIMS M30BITOYHOTO
AKCOHAJILHOTO BETBJICHUSI B KOJIOHKAaX OIHOTO
I71a3a M ero yCWJIeHNEe B KOJIOHKAX IPYroro Ija3a
(Anderson et al., 1992; Antonini, Stryker, 1993a).
B3pocablii  ypoBeHb cerperaidu I1a3010MU-
HAHTHBIX KOJIOHOK JIOCTUTAeTCsI K 6-0if Hemele
xku3Hu (LeVay et al., 1978).

Ilocmhamanvhoe pa3zeumue KOpKOGO-2eHUKY-
AAMHBIX npoekyuil. B TiepByl0 IMOCTHATaJbHYIO
HEJENI0, KaK U B TIO3MHUM PpEeHATAJIbHBINA NIepU-
Oll, COXPaHSIOTCSI YIUIOTHEHUSI KOPKOBO-T€HU-
KYJISTHBIX ITPOCKIIMN B MEKCITOMHOM MPOCTPAH-
ctBe HKTn (McConnell et al., 1994). K nHauany
5-oii Heaenu KOPKOBO-T€HUKYJSITHbIE aKCOHBI
pacnpenensitorcss o Toime ciaoes HKTn, 6e3
KOHIIEHTpAllMM B MEXCJIOMHOM IIPOCTpPaHCTBE
(McConnell et al., 1994). B xone mocTHaTaJIbHOI
peopraHu3alum KOPKOBO-T€HUKYJISITHBIX CBSI-
3eii B IIepuoJ, co 2-0ii 110 12-y10 Heaemo, IMpouc-
XOIUT JBYKpaTHOE YBEJIWYEHHE IUIOTHOCTU
BETBJICHUSI aKCOHHBIX TEepMUHajlelli B CJIOSIX
HKTxa (Weber, Kalil, 1987).

Kpumuueckuii nepuod pazeumus 3pumenbHoll
cucmembsl U MOOUDUKAUUSL 3DUMENbHO20 OKDPYIce-
Hus. Kputnyeckuii mepuoa — ocoOblil 3Tall pas3-
BUTHS 3PUTEIbHON CUCTEMBI, TIOJTHOCTBIO 3aBU-
cumblii ot 3puteabHoro ombita (Feller, Scan-
ziani, 2005; Hooks, Chen, 2006; Espinosa,
Stryker, 2012). Kputnueckuii nepuoj Xapakrte-
pU3yeTCSd BBICOKMM YPOBHEM HEWPOHAJIbHOM
IJIACTUYHOCTH, U Y KOLLIKHU JUTUTCS € 3-eii 1o 16-y10
nmoctHatajibHy0 Henemto (Hubel, Wiesel, 1970;
Blakemore, Van Sluyters, 1974; Olson, Freeman,
1980). DxcrmepuMeHTallbHble BO3ASHCTBUS BO
BpeMsl KPUTUYECKOro Tiepuoja MNPUBOIIT K
OBICTPBIM MepecTpoiikaM KakK (PYHKIIMU OTHAEIb-
HBIX HEHPOHOB, TaK U CTPYKTYPbl HEMPOHHBIX
ceteil. OCHOBHBIMU (O Y€M CBUJIETEBCTBYET KO-
JIMYECTBO CTaTeli Ha 3TY TEMY) CIIOCO0aMU MO -
duKalMu 3pUTETbHOTO OKPYKEHUSI U 3PUTEIb-
HOT'O ONbITA XKUBOTHOTO SBJISIIOTCS MOHOKYJISIp-
Hag nenpuBanus (Sur et al., 1982; Raczkowski et
al., 1988) u BeIpalllMBaHWE B MOJHON TEMHOTE
(Derrington, Hawken, 1981; Mower et al., 1981;
Kratz, 1982). B nepBoMm ciaydyae HapylIalOTCS
KOHKYPEHTHbIE OTHOILLIEHUSI MEXIy ABYMs IJa-
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3aMU, BO BTOPOM — ITOJIHOCTBIO SJIMMUHUPYETCS
cBetoBasi ctumyssiius. [IpuMmedarenbHO, 4YTO B
YCIIOBMSIX CONIep>XXaHUS B TIOJTHOM TEMHOTE KpH-
TUYECKUN TIEPUOJ 3PUTEIIBHON CUCTEMbI HAa4YU-
HaeTCs MO3XKe U JUTUTCS JOJbIIIE, YeM B OOBIYHBIX
ycaoBusix (Mower et al., 1981; Cynader, 1983).
Jlaxe KpaTKOBpEeMEHHOE ITOMEIeHUE >XUBOT-
HBIX Ha 3aBeplIAIONIMX 3TallaX KPUTUYECKOTO
repuoIa, Korma IacTUYHOCTh YK€ CYIIeCTBEH-
HO OrpaHW4YeHa, B ITOJIHYIO TeMHOTY (Ha 10 mHeit)
MPUBOAUT K peakTUBAUMU  TUIACTUIHOCTHU
(Mower et al., 1981; Duffy et al., 2016; Lingley
et al., 2019).

MoHoKyJsipHasi IerpuBamusl B paHHEM BO3-
pacTe (B paiioHe neproaa HOpMaJbHOTO OTKPbI-
TUS T71a3) NPUBOAUT K YMEHbLIIEHUIO pa3zMepa
COMbl HEMPOHOB, PACHOJOXEHHBIX B CJOSX
HKTn, nojsyyaronux BXoabl OT AEHPUBUPOBaH-
HOTIO Ila3a, C COXpaHEeHUEeM pa3Mepa HEMPOHOB
CJIOEB, MOJIYYalolIMX BXOAbl OT MHTAKTHOTIO TJia-
3a (Wiesel, Hubel, 1963; Hickey et al., 1977; Ka-
lil, 1978b; Murakami, Wilson, 1983). Ilpu 3tom
TepBOHAYaIbHbIN POCT KJIETOK AECHPUBUPOBAH-
HBIX CJIOEB B T€UEHME 2-X Heleb I1ocie onepa-
LIMU TIPOUCXOAUT, HO HAMHOIO MeIJIeHHEee, YeM
B HOpME; 3aTeM, B nepuoa Mexnay 4-oii u 16-oii
HeaesiMu, KieTku atpodupytorces (Kalil, 1978b;
Hickey, 1980). Tak:ke NpOUCXOOUT 3HAYUTEIIb-
HOE COKpallleHWE TI0IIaau BETBJICHUSI aKCOHOB
peneitHbix KieToKk HKTxa B nepBuyHOI 3pUTe/ib-
Hoit Kope (Antonini et al., 1998). BrisiBieHHBIe
3(deKThl pa3zBUBaAIOTCS KpaliHe ObICTPO: CyxKe-
HUe€ IUI0IIAaA1 aKCOHAJIbHOTO BETBJIEHWST HA0J110-
Jal0T CITyCTS 2 IHS TIocjie Hayajla MOHOKYJISIP-
Holi nenipuBauum (Antonini, Stryker, 1993b).

Cokpaienue paamepoB combl HKT mokasza-
HO JUISI HEHpOHOB BCEX TUIIOB, TPU 3TOM Hau-
00JIbllIMe UBMEHEHUS WLTIOCTPUPYIOT Y-Helpo-
Hel (Kratz et al., 1978; Friedlander et al., 1982;
Murakami, Wilson, 1983; Friedlander, Stanford,
1984); Takke BBISIBJIEHO 3HaUMTENIbHOE (B 3 pa3a)
nageHue O0Ju Y-HEMpOHOB B OOIIEH MoITyJs-
uuu kietok HKTn, HapylieHue pas3BUTUS HX
nenaputHoro apeBa (Friedlander et al., 1982) u,
KaK CJeICTBUE, IMPOCTPAHCTBEHHO-YaCTOTHBIX
XapakTepucTuK peuentuBHbix Tojeit (Hoff-
mann, Sireteanu, 1977; Lehmkuhle et al., 1980;
Sherman, Spear, 1982), Tak:ke — HapylleHUe ap-
oopuzauuu B HKTn akcoHOB Y-KJIETOK ceTyar-
kU (Sur et al., 1982). BaxkHO OTMETUTH, UYTO BbI-
SIBJIEHHbIE UBMEHEHUSI KacaloTCsl TOJIbKO OMHO-
KYJSIDHOTO, HO HE MOHOKYJISIDHOTO CEerMeHTa
HKTxa. B MeHbllIel cTelleHU COKpalllaeTcsl pas3-
Mep combl X-HelipoHoB (LeVay, Ferster, 1977;
Duffy et al., 2014), ux o0111ee YMCIJIO TAKXKE MEHSI -
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eTcs cJIado, MPU 3TOM ITPOUCXOIUT 2-KpaTHOE
CHMIKEHME MX paspellamlleil CcrnocodHOCTU
(Lehmkuhle et al., 1980). W-HeiipoHbI ToaBep-
raloTcsi MMUHUMAJbHBIM W3MEHEHUSM BCJIE-
cTBUe MOHOKyIsapHoii nenpuBauuu (Hickey,
1980; Murakami, Wilson, 1987). Takum o0Opa-
30M, HAaMOOJIbIINE CTPYKTYPHO-(PYHKIIMOHAJb-
Hble U3MEHEHUSI B OTBET HA MOHOKYJISIDHYIO Jie-
MPUBALIUIO BbISIBJICHBI B IIpeaeiax Y-HelpOHOB,
pPacIIOIOXXEHHBIX B OWHOKYJISIPHOM CErMEHTe
HKTx, 9To 1103B0aMI0 IpenIioaoXnuTh, 9TO pa3-
BUTHE Y-HEHPOHOB IJIABHBIM 00pa30M OIIpese-
JISIETCSI KOHKYPEHTHBIMU OMHOKY/ISIPHBIMU B3a-
WNMOIECUCTBUSIMMU.

BripaiuBaHue JKMBOTHBIX B TIOJITHOM TEMHOTE
MPUBOJUT K OTHOCUTEJIbHO HOPMAaJIbLHOMY pas3-
BUTHUIO PETUHO-TE€HUKYJISITHBIX aKCOHOB X- 1 Y-
kieTok (Garraghty et al., 1987). Dnekrpodusno-
Jjornyeckue cBoiictBa X-HeiiponoB HKTn y xwu-
BOTHBIX, BbIpAIIIEHHBIX B TEMHOTE, OCTAIOTCSI HE-
M3MEHHbIMU, B TOM 4YHMCJe pa3peliaroiiasl Cro-
cobHocTh peuentuBHbIX nojeil (Kratz et al.,
1979; Mower et al., 1981). IIpu 3ToM 3HaUUTEIb-
HO COKpalllaeTcsl KOJIUYECTBO PEeTUCTPUPYEMBbIX
Y-netiponoB HKTx (Kratz et al., 1979; Mower et al.,
1981; Zhou et al., 1995), a Takke IPOUCXOAUT
4-KpaTHOE CHUXXEHUE YKCjia HEPOHOB, UMMY-
HOTIO3UTHUBHBIX K XOHAPOUTHH CYJIb(}haT IMPOTEO-
IJIMKaHaM, JTETEKTUPYEeMbI C MOMOIIbIO aHTH-
tes CAT-301 — emie ontHOMYy Mapkepy Y-Heipo-
HoB (Guimaraes et al., 1990). Yro kacaercs
pa3smepa combl HelipoHoB HKTn mocie cBeTo-
BOI1 IenpuBalluK, TO €CTh KaK JaHHbBIC B TTOJIb3Y
OTCYTCTBUS €€ UBMEHEeHUS Yy X- U Y-HEUpPOHOB
(Kalil, 1978a; Kratz et al., 1979), Tak 1 JaHHBIE O
1.5-KpaTHOM CHMKEHMU IUIOIIAAM COMBI BCEM
nonyysinyu HeilpoHoB HKTn m o 2-kpatrHom
CHIDKEHUU — Y HEHPOHOB, UMMYHOITO3UTHUBHbBIX
K CAT-301, T.e. y HelipoHoB Y-tuna (Guimaraes
et al., 1990). Takxke oTMEUEeHO CHIKEHME ITUKO-
BOIi 4aCTOTHI pa3psiiku Y-HelipoHoB (Derrington,
Hawken, 1981), HO coxpaHeHUEe MTPOCTPaHCTBEH-
HO-YaCTOTHBIX XapaKTePUCTUK PELIETITUBHBIX I1O-
Jieit obueit monyssiiuu HeiipoHoB HKTn 1 ypoB-
HS MX OPUCHTALMOHHOM M IUPEKIUOHAIBHOU
yyBCTBUTEJIbHOCTU (Zhou et al., 1995). Takum 06-
pa3om, nonyiasauust Y-HeiipoHoB HKTn Oosee
BOCIIPMMMYMBA K CBETOBOI NeNpuUBallMU, YeM
nonynsuus X-HeHpPOHOB.

Ocobennocmu pazeumus U RAACMUYHOCIU Pa3-
Hbix cnroee HKTO. I1py MOHOKYJISIpHOM enipuBa-
1K1, Ha ¢OHE YMEHbILIEHUS pa3Mepa HEHPOHOB,
TOJIBKO B A-CJIOSIX CHUKAETCSI JOJIsI PETUCTPUPY-
eMbIX Y-HEHUPOHOB M U3MEHSIETCS XapakKTep UX
OTBETA Ha 3PUTEJIbHYIO CTUMYJISILIMIO, TOTIAa KaK
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B citoe Cm cBoiicTBa Y-HEHPOHOB HE MEHSIIOTCS
(Sherman et al., 1972; Friedlander et al., 1982;
Spear et al., 1989). Mcnonb3oBaHue aHTUTEN
SMI-32 n CAT-301 Takke moKa3ajio CHUKEHHE,
B OTBET Ha MOHOKYJISIPHYIO JeMPpUBalIMIO, MOMY-
JISIUMU UMMYHOITO3UTHBHBIX HEMPOHOB B A-CJIO-
sx, Ho He B ci1oe Cm (Kind et al., 1995; Bickford
et al., 1998). IlatTepH BeTBIEHUSI PETUHO-T€HU-
KYJISTHBIX aKCOHOB TIpY OMHOKYJISIPHOI AeTpuBa-
M TaKsKe HapylmaeTcs B ci1osix A, Ho He B C-cJto-
gax (Raczkowski et al., 1988). MuHuMaibHOE BO3-
IeHACTBUME AenNpMBalMd Ha pOonyxiuuio W
HEWPOHOB MPU CEHCOPHOI AenpuBalliM TakKXkKe
MOXHO CBSI13aTh C UX JioKanuzauueit B C-ciosx
HKTxa. Takum obGpa3oM, HapylIeHUE 3pUTEIb-
HOTO OKPYXEHMsI OKa3blBaeT HAMMEHbIIIEE MO-
Bpexpaloliee aeiicTBMe Ha HelpoHBI C-clioeB
HKTxa, mo cpaBHeHMIO ¢ HelipoHaMu A-CJI0O€B.
YcroitumBocTh ciosg Cm K MOHOKYJISIDHOM He-
MpUBALIMM MOXHO CBSI3aTh C OMHOKYJISIPHOCTHIO
MOJy4aeMBbIX BTHUM CJIOEM KOPKOBO-TCHUKYJIST-
HBIX oOpatHbIX cBsizeit (Murphy et al., 2000).
OnHako yCTOMYMBOCTL IIPY BbIpalllUBaHUU B
TEMHOTE 1M OMHOKYJISIPHOI AeHpUBallUM TaKUM
00pa3oM He OOBSICHUTD; CKOpee BCEro, HEPOHBI
A- 1 C-cioeB 00pa3yioT (pyHKIIMOHAJIBHO TeTe-
poreHHble monyJsiuuu. Hampumep, u3BecTHO,
yT0 Y-HelipoHHI c1oeB A 1 Cm OTINYaIOTCS APYyT
OT Apyra no psay (GyHKIMOHAIbHBIX CBOWCTB:
HelipoHHI cjioss Cm nMeroT 0OIbIINEe PEeleNTUB-
HbI€ TI0JISI U KOHTPACTHYIO 4YyBCTBUTEJIbHOCTH
(Lee et al., 1992), a Tak:ke ME@HbILMI JaTEHTHBII
nepuod u 60jee CUIbHYIO HEIMHEMHYIO COCTaB-
JISTIOIIYIO OTBETa, YeM Y-HelipoHbl A-ciioeB (Fra-
scella, Lehmkuhle, 1984; Lee et al., 1992; Yeh
et al., 2003, 2009). Cinou A u C Takxxe HepaBHbI
O MAaTTEPHY CBA3EM CO 3PUTEIBHOM KOPOM: KaK
OBLITO CKa3aHO BbINIE, B I10JIe 18 B OCHOBHOM
MOPUXOASIT aKCOHBI Y-HEHPOHOB, PacCIOI0XKEH-
HBIX B HUDKHeM yactu citost Al n B cmoe Cm (Hol-
lander, Vanegas, 1977; Niimi et al., 1981; Geisert,
1985), a HUCXOa11Iee BIMSHUE CO CTOPOHBI 3TOi
00J1acTu KOpbI B OOJIbIIIEH CTeTIeHU HaIlpaBICHO
Ha HEMPOHBI HIDKHE 9yacTn A-CJIOeB M HEHPOHBI
C-cnoeB (Updyke, 1975; Murphy et al., 2000).
Yrto KacaeTcss HOPMAJIILHOTO Pa3BUTUS, TO DS
Mop@oa0ruyeckrux padboT yKasblBaloT Ha OoJiee
paHHee co3peBaHue HelipoHoB C-cioeB HKTx
(Friedlander et al., 1985; Raczkowski et al., 1988;
Mikhalkin et al., 2021).

OTaenbHO OTMETUM Pa3IUUMsI MEXIY COJISIMU
Au Al, KoTopble 0OBIYHO paccMaTpUBAIOT IKBU-
BaJICHTHBIMU TI0 BBITIOJHSAEMbIM (DYHKIIUSIM,
KJIETOYHOMY COCTaBy M OPraHU3yeMbIM CBSI3SIM
(Peters, Palay, 1966; Leventhal, 1979; Friedland-
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HKTn
AX+Y)

CeTuaTKa 3putenbHasa Kopa

» KODKOBO-KOPKOBBIE
cBa3u (X +Y)

»
1 Al (X+Y) |2
\» ~ :: KOPKOBO-KOJUIMKYJIAPHBIC

CmY) [~ casu (Y)

Puc. 5. Cxema opraHuU3alMM T€HUKYJI0-KOPKOBO-
KOPKOBBIX U TE€HUKYJIO-KOPKOBO-KOJUIMKYJISIPHBIX
cereit. HKTn — nopcaibHOE Hapy>KHOE KOJIEHYaTOe
teno; A, Al, Cm — cinion HKTn; X, Y — X u Y kier-
KU.

Fig. 5. Scheme of guniculo-cortico-cortical and ge-
niculo-cortico-collicular networks. CeTuarka — ret-
ina; HKTn — the dorsal lateral geniculate nucleus;
3puTesibHast kopa — the visual cortex; A, Al, Cm —
layers of HKTm; X, Y — X and Y neurons; KopKoBo-
KOPKOBBIE CBSI31, KOPKOBO-KOJUIMKYJISIPHBIE CBSI3U —
cortico-cortical and cortico-collicular networks ac-
cordingly.

er et al., 1981; Wilson et al., 1984; Sherman,
Friedlander, 1988; Montero, 1991; Van Horn
et al., 2000).

Bo-nepsBbix, gaxe B HopMe cioii Al codep-
XKUT Oonblie Y-HeHpoHOB, yeM ciioit A (Wilson
et al., 1976; Sireteanu, Hoffmann, 1979; Fried-
lander, Stanford, 1984; Guimaraes et al., 1990), u
MEHee CTPYKTYPUPOBAH: pacnpenejieHue B HeM
Y u X, a takke OFF- u ON-HelipoHOB 6oJiee xa-
otnuHo (Bowling, Wieniawa-Narkiewicz, 1986).
Ciou A1 Al Takke OTJIMYaloTCS T10 OajlaHCy CU-
HaNTUYECKUX TepMUHaJIEN pa3HbIx TUTIOB (Erigir
et al., 1998). Cam ¢akT TOro, 4To KOHTpajare-
panbHbIi Bxon mojy4daioT ABa cinosga HKTno (A u
Cm), Torma Kaxk urcujiaTe pajabHbIN BXOI — TOJIb-
KO ouH c10ii (Al), HO3BONMII OPEANON0XKUTh, YTO
B HKT1 cymecTByeT nBe cyoIomnmyasiimm Y-Heipo-
HOB, pasiaeiaeHHble Mexay ciosasmMu A 1 Cm u
cmentanHble B cioe Al (Rodieck, 1979; Colby,
1988; Boyd, Matsubara, 1996; Erisir et al., 1998;
Murphy et al., 2000). Takum o6pa3zom, ciou A u
Al cHOBa OKa3bIBaIOTCS HEpaBHOLEHHBIMU. OT-
JIeJIbHOTO BHUMAHUS 3aCIy>XMBaeT UCCAeI0Ba-
Hue C.L. Colby (1988), mokazaBiiiero, 4To MHaK-
TUBALIMS CJIOSI A He BJIMSIET Ha aKTUBHOCTb 3pU-
TEJIbHBIX HEMPOHOB BEPXHMX XOJIMHUKOB, B TO
BpeMsl KaKk nHakTtupauus cjiod Al (u Cm) 1o-
JaBJIsieT 3Ty akTUBHOCTh. Ha 6a3e 3Toii paboThl
BO3HUKJIO MPEANOI0KEHNE O MPEeUuMYIIeCTBEH-
HOM y4JacTuu cioeB A 1 Al B pa3HbIX MMOTOKax
o0pabotkn nHpopman: 1) TeHUKYJI0-KOPKO-
BO-KOPKOBOM — 4epe3 CJI0M A M YaCTUYHO CJIOit
Al, 1 2) reHUKyJI0-KOPKOBO-KOJTUKYISIPHOM —
yepe3 cioii Cm u vyactuuHo cioir Al (Colby,
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1988; Erisir et al., 1998; Murphy et al., 2000)
(puc. 5).

Bo-BTOpHhIX, CyIIECTBYIOT MHOTOYMCJICHHbIE
JNaHHBIC B I0JIb3Y T€TEPOXPOHHOTO CO3pEBaHUS
ciioeB A u Al. KoHntpanarepaiabHble aKCOHBI TaH-
IJIMO3HBIX KJIETOK ceTtyaTku gocturarot HKTx
panbiie (Ha E32), yemM akCOHBbI M3 UIICUIATE-
panbpHoro riasa (Ha E35); kakoe-To BpeMs1 KOH-
TpajlaTepaibHbIe BOJIOKHA pacIiojiaraloTcsl Tak-
K€ U Ha TeppUTOPUM, 3aHMMaeMOW MIICUIaTe-
paJIbHBIMU BOJIOKHaMM, TOTIa KakK ITOCJIeTHUE
00OHapy:KMBaIOTCSI TOJBKO B “cBoeM” cioe (Dan-
iels et al., 1978; Linden et al., 1981; Shatz, 1983;
Sretavan, Shatz, 1986; Chapman, 2000). ¥ moct-
HATaJIbHBIX XKMBOTHBIX C TTOMOIIIbIO METOIOB OIl-
TUUYECKOTO KapTUPOBAHMSI, TPAHCCUHAIITUYECKOTO
TPEeMCUPOBAHUS U PETUCTPALIMM AKTUBHOCTU OITU-
HOYHBIX HEHPOHOB BBISBICHO JIOMUHUPOBaHUE
TMPEICTaBUTEILCTBA KOHTpaaTepaJIbHOIO Ila3a B
rnpejaesiax MepBUYHOM 3puTeabHOM Kophl (Crair
et al., 1998, 2001). JaHHbIe O PEKOHCTPYKLIUU
aKCOHAJILHBIX apOopU3allMii PETUHO-TEHUKY-
JISTHBIX BOJIOKOH Y HOBOPOX/IEHHbBIX TaKXKe YKa-
3bIBAlOT Ha OoJiee paHee co3peBaHMe TeX U3 HUX,
4YTO MPUXOAAIT B cjioii A (Sretavan, Shatz, 1987).

B cobG¢cTBeHHBIX paboTax Mbl BBISIBUJIM OIIpe-
JIeJIEHHOTO OTCTaBaHUE Pa3BUTHUS CJIOS A, TTOJTyYa-
IOLLETO KOHTPAIATEPAJIbHBIA PETUHAILHBIA BXOI,
OTHOCUTEIBHO CJ10s1 Al, ITOJTy4Jaroero uncuiaaTe-
paJIbHBIN BXOM: KaK MO IIoTHOCTU SMI-32-ummy-
HOMOo3UTUBHBIX HeMpoHOB (Mikhalkin et al., 2021),
TaK U T0 MaTTepHy pacnpeaeacHus oOIIero He-
poHanbHOoro Mmapkepa NeuN B ciosx HKTx
(Merkulyeva et al., 2018), koTopblIii, KaK U aHTHU-
Teqa SMI-32, MoXeT OBbITh MCHOJIB30BaH IS
OLIEHKU 3pEJIOCTU UCCIEAYEMbIX HEPOHABHBIX
ctpykryp (Mullen et al., 1992; Sarnat et al., 1998;
Weyer, Schilling, 2003). Kaxercsi, 4To 3TU 1aH-
HbI€ TIPOTUBOpPEYAT MPENCTABIEHNUIO O JOMUHU-
pPOBaHUU KOHTpajaTepaibHOTO BXOAAa B 3pUTE/b-
Hylo cucteMy. B mepBoii paboTe MCIOJIb30BaH
CEJIEKTUBHBIM MapKep Y-HEMpOHOB, TaKUM 00-
pa3oM, Mbl CKOpee TOBOPUM O TETePOXPOHUU
pa3BUTHS Y-HEHPOHOB, PacIioJOKEHHBIX B pa3-
HbIX cJIosiX. Bo BTOpoii pabGoTe MCIOJb30BaH
Mapkep, MO3BOJSIOIIMI OLIEHUBAaTh YPOBEHb
3pEJIOCTU HEMPOHOB; C YU4€TOM TOro (pakra, 4To
npu pazButuu [ITHC akcoHanbHblE BETBJICHUS
MOTYT “0OXMAaTh” MOSIBICHUSI—CO3pEBaHUS Tap-
TETHBIX HEMPOHOB (CM. CYyOMIAaCTUHKY), MOXHO
npeanonoxutb, uto B HKTa HelipoHbl, moiy-
YUBIIME PETUHAJbHbIE BXOJbl paHbIIE APYTUX,
MOTYT BCE €Ille OCTaBaTbCsl HE3pEIbIMU, U Ha-
0060poT. YTo KacaeTcsi paHHEro JOMMHUPOBaHUSI
KOHTpajaTepaJibHOIO BXOJa B 3pUTEJIbHYIO KOPY
Ne 3
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(Crairetal., 1998, 2001), Kak OTMETWJIA CAMHU aB-
TOPHBI, TOCJE BBEACHUS B KOPY PETPOrpagHOro
Tpeiicepa MHOTO ME@UYEHBIX HEHPOHOB OBIIIO 00-
HapyxeHo B C-cinosx. Takum o6pa3om, ocTaeTcst
BO3MOXHOCTb TOIO, YTO paHHee KOHTpajaTe-
palbHOE JIOMHMHMPOBAHME MOTYT II0 KpauHEu
Mepe YaCTUIHO 00ecIieuynBaTh Y-HEMPOHHI CIIOSI
Cm u/unu W-Heiiponsl cjioeB Cm u C,.

B-tperbux, mpu MOHOKYJISIDHOM JIeNIpUBaLIIU
cjion A Al WLTIOCTPUPYIOT pa3Hble UBMEHEHUS
pa3mepa comhbl (Tieman et al., 1984; Shaffery
etal., 1999) u knerounoro orsera (Hoffmann,
Sireteanu, 1977; Sireteanu, Hoffmann, 1979)
(xoTs ecTh M JaHHBIE O paBHBIX 3¢ dekTax (Man-
geletal., 1983)). Takum oOpa3om, ABa HA IIEPBBIX
B3I onHAKOBBIX ci1ost HKTo He Tonbko pas-
JIMYAIOTCS 1O ILIMPOKOMY CHEKTPY XapaKTepu-
CTUK, HO U TEeTEPOXPOHHO pa3BUBAIOTCS U 001a-
Jal0T pa3HbIM YPOBHEM ILUIACTUYHOCTU. Takum
o0pa3oM, Kak 3JeKTpoPU3UO0JIOTUYECKUE, TaK U
MOpP(OJIOrM4YecKre MCCIACAOBAHUS YKa3bIBalOT
Ha TeTepPOreHHOCTb U T'€TEPOXPOHHOCTb CO3pe-
BaHUs pa3HbIX nonyasauuii HKTn,.

SAKJIIOYEHUE

IIpencrasiieHbl JaHHbIE 00 O0ILIEH aHATOMUU
1 MOpGOJOruu J0P3aJbHOTO Siipa HAPYKHOTO
KOJICHYaTOrO TeJjia, a TaKKe ero GOpMUPOBAHUIO
BO BpeMsl IpeHaTaJIbHOTO U ITIOCTHATAJIbHOTO OH-
ToreHe3a. OTle/IbHOE BHUMAaHUE YACICHO MOD-
GOoPYHKIMOHANBEHBIM Pa3IUYUsAIM MEXIY 3Jie-
MEHTaMMU TpeX NpoBoASIIIUX KaHaloB: X, Y u W,
a TaK>Ke — Pa3HbIM CJIOSIM Siapa.
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THE DORSAL LATERAL GENICULATE NUCLEUS:
ANATOMY, HISTOLOGY, ONTOGENESIS

A. A. Mikhalkin* and N. S. Merkulyeva® #

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

Review is devoted to the structure and function of the main visual thalamic nucleus — dorsal part
of the lateral geniculate nucleus, and its formation during prenatal and postnatal ontogenesis. The
structure and ontogeny of the related structures (retinal ganglion cells and visual cortex, and their
projections) are also reviewed. Particular attention is paid to the morphological and functional dif-
ferences between X, Y, and W parallel channels, and to the development of different layers of the
dorsal the lateral geniculate nucleus.

Keywords: dorsal lateral geniculate nucleus, ontogeny, vision, X, Y and W channels, A-layers,
C-layers, cat
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