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3pI/ITCJ1bHaﬂ CuUcCTeMa psiga MJICKOIIMTAIOIMX COCTOUT N3 HECKOJIBKUX, KaAK MUHUMYM TpPEX, IIa-
PaJUICJIBHBIX ITPOBOAAIIIMX KaHAJIOB, O6p330BaHHBIX TaHTJIMO3HBIMU KJIETKAMU CETYATKHN pa3dHOTI'O
THUIIA. ﬂaHHLIfI 0630p TIOCBAILICH MCTOPHUU CO3OaHUA K)'IaCCI/I(i)I/IKaLII/II/I TaHTJTIMO3HbIX HCﬁpOHOB
CC€TYATKM M HAPY>KHOI'0O KOJ€HYATOrIro TCia, TTOJIOXKEHHOH B OCHOBY KOHICIIIHWUA IMTapalJIiCJIbHOI'O
3PUTCIIbHOI'O ITPOLICCCHUHTA. OCHOBHOIT AKIICHT CACJIaH Ha l'[pO6J'I€MHBIX MOMCHTAax KJ'IaCCI/I(bI/IKa—

LU 1 HA BBISIBJIEHHBIX MEXBUIOBBIX pasinmuuiax.

Knarueente caosa: S3PUTCIIbHBIC ITPOBOIAIIME KaHaJIbI, prr[HOKJ'[eTO‘IHLIﬁ KaHaJl, MEJIKOKJIETOY-

HbI KaHain, W/X/Y HelipoHBI
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IIpoBemenne m ob6padboTKka MHGOPMaAIIUKA B
3pUTEJILHOM CUCTEME MHOXECTBA MJIEKOIIUTAIO-
IIMX OCYLIECTBJISIETCSI MOCPEICTBOM CEpUU Ka-
HayoB (IyTel, TpakToB), OepyllIMX Hadajo OT
raHmIMo3HbIx KieTok cetyaTku (I'KC) u okaH-
YUBAIOIIMXCS B OMNPENEJIEHHBIX O0JacTsX HEOo-
koptekca [[TogBurux u ap., 1986]. HeiipoHbl B
COCTaBe THUX KaHAJIOB Pa3jInyaroTcs Mo pa3mepy
COMBbI, BEJIMUYMHE AEHAPUTHOTO BETBJIEHUS, TOJI-
IIIMHE aKCOHa, YTO OIIpeleJisieT XapaKTepHble
CBOMCTBA UX PEUETITUBHLIX ITojeii. OCHOBHBIMU
nosaratot Tpu KaHana: W, X u Y — y ripeacraBu-
TeJIel OTpsiia XUIIHbIE; TTbUIEBUIHOKIETOYHBI,

MEJIKOKJIETOUHBI M KPYITHOKJIETOYHBIN! — y
OpuMaTOB, BKJIIoUas yenoBeka [Lennie, 1980; de
Monasterio, Gouras, 1975; Merigan, Maunsell,

I'Kaxk 6ymeT ckazaHO HIXe, OMHUM U3 OCHOBHBIX TIPHEM-
HUKOB adpdepeHToB 'KC y XUIITHBIX 1 IPUMATOB SIBJISI-
eTCsl LIeCTUCIIONHOE AOP3aIbHOE SIIPO HApy>KHOTO KO-
nengaroro tena (HKTm). ¥ mpumaroB BonokHa I'KC
okaHuuBaroTcs B Tpex ciosix HKTa: KpymHOKIeTOUHBIX
cyiosix (B opurnHasie, magnocellular, ot nar. magnus —
KPYITHBI), MEJTKOKJIETOYHBIX CIIOSIX (B OpUTMHAJE, par-
vocellular, oT 1aT. parvus — MEJKUIi), U B CJIOSIX, COCTOSI-
IMX W3 Hauboyiee MEJIKUX HEHpPOHOB (B OpUTHHAJE,
koniocellular, ot rped. konio — iel1b). UMeHHO 3TH cion
U TaJIM Ha3BaHUs TPeM MPOBOASIIMM KaHajlaM y IpumMa-
TOB: KPYITHOKJIETOYHBIN, MEJKOKJIETOYHBIN, IMbLICBUII-
HOKJIETOYHBIM.
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1993; Kremers, 1999; Troy, Shou, 2002; Wissle,
2004; Tootell, Nasr, 2017]. ¥ mccnemoBaHHBIX
rpe3yHOB [Perry, 1979; Peichl et al., 1987], 3aii-
neobpasHkbix [Peichl et al., 1987; Rockhill et al.,
2002; Famiglietti, 2004], xombiTHBRIX [Hebel,
1976; Peichl et al., 1987], cymuarsix [Sanderson
et al., 1984; Henry, Mark, 1992], Mopckux mie-
KormTarommx [Mass, Supin, 2000] Takke BBISIB-
JieHo HeckoJibKo TunoB I'KC. MHoii He HaliieHO
Momo0HOM MHGpOpMAIUM O KaHajlaX M KJIETKax
I'KC y omHOOpOXOOHBIX; BO3MOXHO, Hapa-
JISIbHBIM CITOCOO OpraHM3aliiyi ITPOBOASIIINX
3PUTENILHBIX ITyTeii — 0a30BO€ CBOMCTBO 3pH-
TeJIbHO CUCTeMBbI IJIallCHTAPHBIX MJIEKOITUTA-
omyx. KoHnenuus npoBoasIMX KaHaJIoOB Ha-
YHAETCSI ¢ MOHMMaHUs OCHOB KilacCU(UKAILIUN
HEIIpOHOB, OPraHU3YIOIIMX 3TU KaHaibl. B maH-
HOM 0030pe cliejlaHa ITOIbITKAa UCTOPUYECKOM pe-
TpOCIIeKTUBHI pa3Butust W/X/Y Kitaccudukammm.

K/laccuqbulcauuu CAH2NUO3HbIX KAeMOK cemuamkKku

B ocHoBYy kiaccudukalmm mpoBOASIINX Ka-
HaioB TooxeHo aeneHue I' KC Ha mopgpomunet.
Y npumamoe S. Polyak [1936] Bbiaeau 1iecThb
MOpGOTUTIOB: 1) KIIETKU-30HTUKM (parasol) —
KPYIHbIE HEUPOHBI C IIIMPOKUM TUIOCKUM JAEH/I-
PUTHBIM I€PEBOM; 2) KyCTUCTbIE KIETKU (shrub) —
C KPYITHBIM IIaPOBUJHBIM BETBJIEHUEM; 3) KJIET-
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KU-TUPJISIHIBL (garland) — ¢ o4eHb NIMHHBIMU
MHOIOKpPaTHO  BETBSIILIMMMCS  JIEHAPUTAMU;
4) ruraHTCKMe KJeTKU (giant) — caMble KpYITHbIE
KJIETKU, BO3MOXKHO, MOATUIT KJIETOK-30HTUKOB;
5) KJIETKU-JIWIUILYThI (midget) — caMble MeJIKUE
KJIETKU C OTpaHUYEHHBIM BETBJICHUEM; a TakKXe
6) MeJIKre HEpOHbBI C OYeHb TOHKUMMU Y PEIKM -
MU JeHApUTAMU, HE TIOJYYMBIIUE OIpeAceH-
Horo HaszBaHus. Yepe3 40 nmer B. Boycott u
H. Wassle [1974] onucanu y kowxu 4 tTuna 'KC:
Ol — KpYITHbIE KJIETKHU C IIUPOKUM ASHAPUTHBIM
NepeBoM; 3 — MeJIKue KJIeTKU C Y3KUM IEHIPUT-
HBIM JIEPEBOM; Y — MEJIKME KIJIETKHU C LIIMPOKUM
BETBJIEHMEM JIEHIPUTOB;, O — KIETKM C 0oJjee
KPYITHOM COMOI1, 4eM Y Y-KJIETOK, U MOp(doIoru-
eil IeHaApUTOB, HalmOMUHaoIIen o-KiaeTku. He-
ckoibKo mo3xe A. Leventhal u coaBt. [1980] 00-
HapY>KWJIU Y KOLIKHU €111€ OJWH TUII TaHIJIMO3HbIX
KJIETOK, MOCHLIAIONINX aKCOHbI B PETUHOPELI-
MUEHTHYIO 00JIaCTh TAJIAaMUYECKOIO0 KOMILIEKCa
3agHenaTepaTbHbIX siaep 1 rmoaymku (LP-pulvinar
KOMIIJIEKC); OHU ObLIM Ha3BaHbI £-HEMPOHAMU.

CxoactBo Mexnay pasHbiMu Tunamm ['KC
MPUMATOB M XUIITHBIX ObLJIO OYEBUAHBIM, U TIO
aHajorun c¢ kiaccuukauuein I'KC xoikwm,
KAeMKU-30HMUKU U KAemKU-AUAUNYmol TIprMa-
TOB CTaJIM Ha3bIBaTh PO U PP HelipoHaMu, COOT-
BETCTBEHHO, Iie npucTtaBka “P” o3HauvaeT “npu-
mat” [Perry, Cowey, 1981]. Kpome kiemok-30H-
MmuK08 U KAemoK-AuAunymoes, Tipouyre Ha3BaHUs
n3 kaaccupukauuu S. Polyak He NMpuKuIuCh;
I'KC npumMaToB, aHaJOTMYHbIE Y, O U €-TUIAM
KOILIKM, ObLIM Ha3BaHbl Py, PO u Pe-HeWpoHBI
cootBercTBeHHO [Perry, Cowey, 1981; Perry et al.,
1984]. YucieHHO B ceTyaTKe NOMHUHHUPYIOT [3
HEUPOHBI (KaemKu-Auaunymaot), COCTaBIISISI OKO-
J0 80% — y npumatos [Perry et al., 1984; Weller,
Kaas, 1989] u 40—60% — y xomku [Fukuda,
Stone, 1974; Wassle, 2004]. HeiipoHbl O Tuna
(kaemku-30HmuKu) COCTaBJSIOT Y TIPUMATOB U
kowiku 1o 10% ot nonynsiuuu 'KC [Perry et al.,
1984]. IIpolieHTHOE YMCI0 HeHPOHOB, HAIOIINX
Hayajao TPEThEW IPOBOIANLICH CUCTEME, BUIO-
cnelUYIHO: y KOIIKU OHO COMTOCTAaBUMO C YHC-
aom B kietok (40-60%) [Wilson et al., 1976;
Stone et al., 1979; Stanford et al., 1983], ay ipu-
MaTOB — C 4YUCIOM Kaemok-30nmukos (10%)
[Perry et al., 1984].

INapamienbHO ¢ aHATOMUYECKUM JACICHUEM
C. Enroth-Cugell u J. Robson [1966] pa3pa6atbi-
BaJln yHKuuonarvHyro kiaccugukauumw I'KC
KOIIIKM, COTJIACHO KOTOPOW BBIACIWJIM 2 TUIA
kJjeTok: X U Y. OcHoBoIloJararomM Mpu3Ha-
KOM JIeJICHMSI ObUI TUII OTBETa HEMpOHA Ha TaKoe
MOJIOKEHNE CTUMYJIa OTHOCUTEIBHO PeleNTUB-
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HOTO MOJisl, KOraa XapakTep U3MEHEHUSI OCBelle-
HUSI B OAHOM €ro IO0JIOBMHE ObL1 MPOTHUBOMNOJIO-
KE€H M3MEHEHMUIO OCBEIIeHMsI B IPYroil ero Imo-
noBuHe (“Hynb-mio3nnus”). X KJIETKA B TaKOH
CUTyallud HE OTBEYAlOT Ha PEeBEPCUIO CTUMYJIA,
MOCKOJIbKY 00/1agaloT JIMHEHHOM CcyMMalmei
OTBEeTa; B MPOTUBOIIOJOXKHOCTh UM, Y KIJIETKU
JEeMOHCTPUPYIOT HEJMHENHYI0 3aBHCHUMOCTh
CBOEIo OTBETA OT MOJIOXKeHUsI cTuMyJa [ Enroth-
Cugell, Robson, 1966].

Bckope GbUIO OTMEYEHO, YTO CKOPOCTh IIPO-
BEICHUSI UMITYJIbCca aKCOHaMU X KJIETOK HMXeE,
yeM akcoHaMu Y KieTok, 26.1 M/c vs 39.1 m/c

[Fukada, 1971]%2. B ato xe Bpems J. Stone u
K.-P. Hoffmann [1972] BbIIBWJIN TPEeTbIO PYHK-
LIMOHAJIbHO TPYIINY TFAaHTJIMO3HBIX KJIETOK, UMe-
IOLIYI0 caMble MEAJIEHHO IIPOBOJISIINE aKCOHbI
(9.5 m/c). Ilo ananoruu ¢ X/Y knaccudukaim-
eii, OoHM Ha3BaJIi 3TU KJeTKu W HelipoHaMU, TJie
aJipaBUTHBIN mopsaaoK “W—X—Y” ykazblBaeT Ha
BO3pacTalollMii IpadlueHT CKOPOCTU IIpPOBede-
HUSI HEPBHOIO MMITYJIbCA ITOCJE CTUMYJISILIUU
xrua3Mbl. MHTepecHo, uTo 6oJjiee yem 3a 10 jieT o
nyonukauuu gaHHbix o W/X/Y HeilipoHax ceT-
yatku, G.H. Bishop u M.H. Clare [1955] oniuca-
JIMU B COCTaBe OINTUYECKOIo HepBa KOIIKU He-
CKOJIbKO TMIIOB BOJIOKOH, pa3jiMyalolIuXCs IO
CKOPOCTHU MPOBEAECHUSI HEPBHOI'O UMITYJIbCA; 3TO
onucaHue B 3HAYUTEIbHON Mepe CXOAHO C Xa-
paKTepuCTUKaMU BOJIOKOH KiIeToK W, X, Y Tu-
TOB.

B xome pasButus W/X/Y knaccudukauuu
ObUTIO OTMEUEHO, YTO IUIs1 OOJNIBITUHCTBA Y HEM-
POHOB Y KOIIKHU U KAeMOK-30HMUK08 y TpMaTOB
XapakTepHO KpaTKOBPEMEHHOE IIpupalleHue
aKTUBHOCTHU Ha MOSIBJICHUE CTUMYJIA B TIpeaesax
peLenTUBHOrO 108 (¢hasHwiii OTBET (auen. tran-
sient)) |Enroth-Cugell, Robson, 1966; Cleland
et al., 1971; Ikeda, Wright, 1972]; mis X Heiipo-
HOB U KAeMOK-AUAUNYMO8 — INTNTEIbHAsT aKTUB-
HOCTb, TIPOIOJIKAIOIIASICSI BO BCE BPEMsI CTUMY-
JIsauMu  (moHuueckuili OTBeT (auen. sustained))

[Cleland et al., 1971; Ikeda, Wright, 1972]3. B te

2 OrmMeuy, uto B 3T0it pabote Y. Fukada [1971, c. 223] uc-
MOJIB30BaJl MHYIO KiaccubuKaluio: HeilpoHsl | Tuma
(phasic) n Heiipons! 11 Tuna (fonic); onHako B oOCyxXe-
HUM aBTOp MUILIET “... it may be concluded that X-cells and
Y-cells ... be treated as the same as Type II-cells and Type I-
cells, respectively”.

3 Kaxmplii n3 0603HAYECHHBIX TUIIOB HEHPOHOB ACIUTCS, B
CBOIO ouepenb, Ha 2 moaTuna: ON (Ha 3aCBeTKy OTBeda-
IOT IIpUpalleHrueM UMITy/IbcHOM akTuBHOCTH) M1 OFF (Ha
3aCBETKY OTBEYAIOT CHMXKEHUEM MMITYJIbCHOM aKTUBHO-
CTW); HaHHbIC TONTUIIbI BIEPBbIC OBLIU BBISIBJICHBI
S. Kuffler [1953].
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JKe Tobl ObLIO CO3aHO €1Ie HECKOIBKO KIacCh-
dukanuit 'KC. B yacTHocTHM, Ha OCHOBaHUU
CKOPOCTU pearupoBaHUsI Ha CTUMYJI BbIICIISIIIA
2 TUTIA KIJIETOK: oOXcUBAeHHble HEUPOHBI (aHen.
brisk), OBICTPO OTBeUYarOIIME HAa CTUMYJISLIUIO, U
MedaumenvHovle HEUPOHDI (anen. sluggish), pearu-
pylolllMe Ha CTUMYJI C OMNpeaeIeHHOM 3amepXK-
Koii. CorjaacHo 3TOMYy NPU3HAKY, (hazHbie 1 mo-
HuYecKkue KJISTKH ObLJIM MOApa3aeeHbl Ha 2 TIOI-
tuna Kaxaplii [Cleland, Levick, 1974].

B cepuu pabot y Komiku 66110 0OHApYKEHO
IOJIHOE WJIM 4YaCTUYHOE COOTBETCTBHE MEXIY
I'KC W/X/Y u y/B/o. Tunos [Boycott, Wassle,
1974; Leventhal, 1982; Stanford, Sherman,
1984], a Takke — Mexny Y U mMeorumenbHboiMu
KJIeTKaM¥, MeXIy B v oxcusreHHbiMu moHu4e-
CKUMU KJIETKaMU, U MEXIY O U 0XCUBNEHHbIMU
¢azneimu xnetkamu [Cleland, Levick, 1974]. B
9TO K€ BpeMsl ObljIa BBISIBJIEHA OOIIIHOCTh MEXKITY
Mopdororueii u pyHkuueit W/X/Y I'KC kouiku
u Py/PB/Po TKC npumaroB [Perry, Cowey,
1981; Perry, Cowey, 1984]. D10 nmo3Boauio noja-
raTh OIpeaeIeHHYIO CTeIIEHb TOMOJIOTUY MEXIY
3pUTEIbHBIMU NPOBOASIIIMMU KaHaJIaMU Y XUIIl-
HBIX 1 MIPUMAaTOB HA YPOBHE FaHIJIMO3HOI'O CJIOSI
ceTyaTtku [Ho cM. naHHbIe Benardete et al., 1992].
I1pu 3TOM oT™Meuy, uto HeripoHbl ' KC, garoiime
HayaJI0 TPETbEM MNPOBOAMIIICH CUCTEME, MPE.H-
CTaBJISIIOT coboit coopHylo rpymny [Kolb et al.,
1981; Rowe, Dreher, 1982; Xu et al., 2001],
BKJIIOYAIOIIY10, 110 MHEHMUIO HEKOTOPBIX aBTO-
poB, He MeHee 15 Tumnos [Kolb et al., 1981]. Oto
He T03BOJISIET pacCMaTpuBaTh MX KaK OJHOPO/I-
Hyo cuctemy. CTpyKTypHO-(PYHKIMOHAIBHON
OpraHu3alluyd TPEeThEero IIPOBOJSIIETO KaHaja
OyJeT MOCBSIIIEH CIeAYIOIINi 0030p.

Kraccugpuxayuu neiiponoe Hapyicnozo
KO/eHuamoz0 mena

OCHOBHOI1 00BeM peTUHAJILHBIX adPepeHTOB
caenyetr B nop3anpHoe siapo HKT (HKTn). ¥V
XUIIHBIX apdepeHThl X 1 Y HEMPOHOB OKaHYM-
BaloTcs B ciosix A, A, (X KJIETKM — Ipeumylle-
CTBEHHO B MX LICHTPAJIbHBIX 30HaX, Y KJIECTK! — B
KpaeBbIX 1OP3aJIbHbIX ¥ BEHTPAJIbHBIX) U B KPYII-
HokJieTouHOM ciyioe C (cioit Cm); apdepeHTsl W
HEUPOHOB — B BEHTPAJIbHBLIX MEJIKOKICTOUHBIX
C-cnossx (cmom Cp) [Wilson et al.,, 1976;
Mitzdorf, Singer, 1977; Stone et al., 1979;
Raczkowski, Rosenquist, 1983; Hassler, Hajdu,
1985]. Y npumaToB addepeHTHI KaemoK-Auiuny -
moeé U KAemoK-30HMUK08 OKaHYMBalTCS B 10OP-
CaJIbHBIX MEJIKOKJIETOUHBIX M BEHTPaJbHbBIX
KPYITHOKJIETOYHBIX CJIOSIX COOTBETCTBEHHO [ Per-
ry et al., 1984; Blakemore, Vital-Durand, 1986;

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 69

543

Michael, 1988; Conley, Fitzpatrick, 1989; Merig-
anetal., 1991; Kremers, 1999]. ApdepeHTsI Tpe-
thero ThNa ' KC, B 3aBUCMMOCTH OT TAKCOHOMMU -
YeCKOTO IOJ0KEHMS XXKMBOTHOIO, OKAaHYMBAIOT-
Cd BO BCTaBOYHBIX, IOBEPXHOCTHBLIX WJIN
neIeBUIHOKIIeTOUHBIX cosix HKT o [Perry et al.,
1984; Conley, Fitzpatrick, 1989; Merigan et al.,
1991; Casagrande, 1994; Martin et al., 1997;
Hendry, Reid, 2000; White et al., 2001; Shostak
et al., 2002].

OHaKoO CTOUT cpa3y OrOBOPMUThCS, UYTO He-
CMOTPSI Ha AOCTATOYHO BBICOKYIO CTETIEHb TOMO-
JIOTUM MEXAY pa3HbIMU TUINAMM HEWPOHOB Yy
XUIIHBIX U TIPMMATOB Ha YPOBHE CEeTYaTKH, ro-
MoJjorusi Mmexay Humu Ha ypoBHe HKTn nipu-
3HaHa He BceMU. Bo-mepBbiX, UMEIOTCS TaHHbIE
o reteporeHHoctH nonyasiuuu I'KC, npoenupy-
IOLIMXCS B MEJIKOKJIETOUHBIE CJION, Y TPUMATOB:
MOKa3aHO, YTO B JAOIOJHEHUE K KAeMKAM-AUNU-
nymam, B 3TUX CJIOSIX OKaHYMBAIOTCS BOJIOKHA
KaK MUHMMYM €llle IBYX TUOB KJieToK [ Rodieck,
Watanabe, 1993]. Bo-BTOpEIX, €CTb MHEHHUE O
TOM, 4TO y ripumatoB B ipeaenax HKTn ects nBa
(GYHKIMOHAJIBHO pa3IMYHbIX TUNA X HEUPOHOB:
B KPYITHOKJIETOYHBIX CJTOSIX (COCTABJISIIOT OCHOB-
HOM TIPOLIEHT OT MOMYJISILMU) U B MEJTKOKJIETOU-
HBIX CJIOSIX (COCTaBJSIIOT HAUOOIbIIUIA MPOLIEHT
OT TOMYJSIKWN), B TO BpeMs KakK Y HEWpOHBI
KPYIMTHOKJIETOYHBIX CJIOeB (cocTaBisiioT 15—25%
OT TIOIYJISILMM) SIBJISIIOT COOOI OTAEIbHBIN TUII
kietok [Kaplan, Shapley, 1982; Blakemore, Vi-
tal-Durand, 1986], roMoJIOTMYHBIII HeilpoHaM
cioeB A 1 Al y xkomiku [Kaplan, Shapley, 1982].
bosiee Toro, HeKOTOpLIMU aBTOpaMy MOKa3aHO
MOJHOE OTCYTCTBUE Y HEUPOHOB (OLIEHMBAEMbIX
MO TECTy Ha “HyJIb-MO3MUIIMIO”) B KPYITHOKJIE-
TouHbIX ciaosix HKTn mpumatoB [Usrey, Reid,
2000]. JlanHbI€ pa3aduus MEXIY NPOBOASIIIMMUA
KaHajJaMM XWIIHBIX W NPUMATOB HE HOJKHBI
YIUBJISTh, IOCKOJbKY C TAKCOHOMMWYECKOI TOY-
KM 3pEHUsI MpUMaThl YIAJIEHbl OT XUIIHBIX Ha-
MHOTO JlaJIblii€, YeM OT I'PbI3YHOB M 3alilieo0pas3-
HbIx [Kaas, 2013].

He cronp mpocta M cutyauusi ¢ XUIIHBIMU.
B panHux padboTtax ObLI0 MOKA3aHO, YTO TaHTJIM-
O3HBbIe HEMPOHBI Pa3HbIX (PYHKIIMOHAJIbHBIX TH-
OB Y KOIIKU B OOJIBIIIECH CTEIIEHU CBSA3LIBAIOTCSI
C F'eHUKYISITHBIMU IIPUHLIUINAIBHBIMU HEPO-
Hamu cBoero tura [Cleland et al., 1971; Wilson

etal., 1976]*. Ho eme no nosieaeHust GyHKIMO-
HaJIbHOIO AOCJACHUA TICHUKYJIATHBIX HeﬁpOHOB

4 Onyckarto naHHbIe 0 ToM, 4To akconsl [KC (1o kpaitneit
Mepe, Y/X TUITOB) KOHTAKTUPYIOT U C TEHUKYJISITHBIMU
nHTepHeiipoHamu [Datskovskaia et al., 2001].
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Ha X 1 Y TUITBI CylIeCTBOBajIa nx Mopdoiiornye-
cKas Kjlaccudukaius, OCHOBaHHasi HAa METOIM-
Ke uMIperHauuu cepedbpom mno-l'onbmxu u
npeninoxeHHas R.W. Guillery [1966]. OH Bbine-
i 4 tuna peneiiHbIx Kinetok HKTn: HelfipoHbI
I Tuma, oGmagarone KpynHoi COMOM W JIJTMH-
HBIMU ASHAPUTAMU, MEpeCceKaIOIIMMU IPaHULIbI
cocemHUX cyioeB; HelipoHwl Il Tuma, KoTophIM
CBOMCTBEHHBI MHOI'OYKCJIEHHbIE IpO3Aenoa00-
HbI€ BBIPOCTHI Ha KOPOTKUX ACHAPUTAX;, HEHUPO-
Bel Il Thmma, masg KoTophIx XapakTepHa coma
OYeHb MaJICHBKOI'O pa3Mepa, 1 aKCOHbI, HE BbI-
XOMASIIIME 3a Mpeaeabl CBOETO CJI0s; U HEMPOHBI
IV Tnna, mpenMyIiecTBEeHHO JOKaJIM3YIOIINEeCs
B BeHTpasibHBIX ciaosgx HKTnm m obmagaromnme
MagKUMU JeHAPUTAMU, KOTOPbIE OPUEHTUPO-
BaHBI MapajjiesibHO cliosiM. O4eHb CKOpPO OBbLIO
BBISIBJICHO OIIPEAEIEHHOE COOTBETCTBUE MEXKIY
X/Y xnaccudukaimeit u nenenueM R.W. Guillery:
mexay turiamu /11 u'Y, tunmamu 11/111 u X, 1 Tu-
namu IV u W [Friedlander et al., 1981]. Onnako
M03Xe, BO-MEPBbIX, ObLIO OOHAPYXKEHO, YTO X/Y
U MEJKOKJIETOYHbIC/KPYITHOKJIETOUHbIE (CM.
Beimie) kieTkn HKTno saBasgror coboii HeomHo-
POIHbIE MOMYJISILMU: Y KOIIKY ObLIN BBISIBJICHbBI
X KJIETKM 0co0oro moaruna (Tak Ha3bIBaeMble
3ana3ovlearuiue X-cells (ot anri. lagged)), xa-
PaKTepHBIM CBOMCTBOM KOTOPHBIX, OTJIMYAIOLIUM
nx ot I'KC X tTna u ot non-lagged X reHUKyJISIT-
HBIX HEHPOHOB, OB OCOOBIN paHHMWIT OTBET Ha
3pUTEbHYIO CTUMYJISILIMIO: HE BO30YXIEHUE, HO
TOPMOXEHME, YTO MIPUBOAUIO K BpEMEHHOI1 3a-
JIIep>KKe OCHOBHOM BOJIHBI UMITyJIbcaliuu [ Mastr-
onarde, 1987a,0; Humphrey, Weller, 1988]. He-
CKOJIBKO T103XKE CXOAHBIM TUIT OTBETa ObLT OOHA-
pyXeH y mnoarpynnbl Y HEHPOHOB KOIIKHU
(3anaszodviearowue Y-cells) [Mastronarde et al.,
1991]; 3atreM — y rpymnnbl KPyIIHOKJIETOUHBIX U
MEJIKOKJIETOYHBIX HelipoHoB B HKTn makakm
[Saul, 2008]. Bo-BTOpPHBIX, OBIJIO MOKa3aHO, 4YTO
MHOTHE 13 X HEMPOHOB 001amatoT MOP(OIOTH -
et He Il Tmmma, Ho I TMIa, corylacHO HEJIEHUIO
R.W. Guillery [Humphrey, Weller, 1988]. Takum
00pa3oM, IOJIOXKEHHE O MEPEKTIOUYESHUN Pa3Iny-
HbIXx TMNoB I'KC uckiaounTesbHO HA T€HUKY-
JISITHBIX KJIETKax CBOEIO TUIIA SIBJISIETCSI HOCTa-
TOYHO YMPOIIEHHBIM.

Heiipoxumuueckue mapkepol HellpOHO8 PA3HBIX MUNOE

(DaKT Cyli€CTBOBaHUA IapalJICJIbHbIX KaHa-
JIOB 00pabOTKU 3pUTEIbHOI MH(MOpMALIUU Tpe-
OyeT BO3MOXKHOCTM CEJICKTUBHOIO MapKHUpOBa-
HUSI HEMPOHOB B COCTaBe 3TuX KaHajioB. Ha cero-
,[LHSILL[HI/Iﬁ J€Hb BBIABJICHO TpU CHCL[I/I(I)I/I‘{GCKI/IX
Mapkepa Y/KpYMHOKJIETOUYHBIX HEMPOHOB, MO3-
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BOJISIIOLIMX BU3yaJM3UpOBaTh UX B CeTYATKE U
HKTax: (1) anturena Kk HedpocHopuIMpoOBaHHBIM
JIOMEHaM TsIKeNbIX Lierneil HelpoduiaMeHTOB
(auturema SMI-32 |[Sternberger, Sternberger,
1983]); (2) anturena CAT-301, anHTureHoM JIJist
KOTOPBIX SIBJISTIOTCSI TIOBEPXHOCTHBIE IIPOTEO-
[JIMKaHbI, OOpa3ymllue TMepUuHEeHpOHAIbHYIO
cetb [Hockfield, McKay, 1983] u (3) aHTutena K
arrmoTuHUHY pacteHust Wisteria floribunda
(WFA), mapkupylolmye TIMKOIPOTEHUHBI 3KC-
TPaKJICTOYHOTO MaTpukca HelipoHoB [Hartig
et al., 1992]. DTo MHeHE OCHOBAHO Ha TOM, YTO
TU aHTUTEJA METSAT: y MPUMATOB — HEWPOHBI
KpymHOKJIeTouHBIX ciaoeB HKTn [SMI-32:
Gutierrez et al., 1995; Chaudhuri et al., 1996;
CAT-301: Hockfield et al., 1983], y komku —
Heliponsl HKTao m MUH, nmeromme mopdoio-
ruio kjaertok I Tunma mno kiaaccugukauuu
R.W. Guillery [SMI-32: Bickford et al. 1998; van
der Gucht et al., 2001; CAT-301: Sur et al., 1988;
Hockfield, Sur, 1990; WFA: Bickford et al.,
2008], a taxcke kpynHbie [ KC, nmeromnime mapo-
BUIHOE NeHIpUTHOE npeso [Burnat et al., 2012].
Eme omHuM mnpe3yMOTUBHBIM  MapKepoM
Y /KpyIMHOKJIETOYHBIX HEMPOHOB IT0JIaTaloT Heli-
POHAJIBHBII KaJIbMOIYJIMH-CBSI3bIBAIOIINIA TTPO-
teuH PCP4 (Purkinje cell protein 4) [Harashima et
al., 2011], skcrpeccupyrommiicss B KpyITHOKIIE-
TouyHBIX ciiostx HKTn mpumaros 1 B 'Y HelipoHax
HKTnx xoppkos [ Kawasaki et al., 2004]. OTtmeuy,
YTO Yy KOIIKN OTHeceHne MapkrupoBaHHBIX B HKT
KJIETOK K Y TUITy OCHOBAHO Ha VX CXOACTBE C HEli-
poxamu I Tmma o knaccudpukanumy R.W. Guillery.
I1pu 3TOM, KaK OBUIO CKa3aHO BBIIIE, PABEHCTBO
3TUX TUMNOB HE OMHO3HauHO. bojee Toro, kak
OIISITh-TaKM ObLIO O003HAYEHO BBIIIIE, HE BCE aB-
TOPBI COIVIACHBI C TEM, YTO HEWPOHBI B COCTaBe
KpyTmHOKJIeTOUHBIX cioeB HKTn y mpumaros cire-
IyeT OTHOCUTh UCKITIOYUTEIBHO K Y TUITY.

OTHOCUTEJILHO HEaBHO ObLI BBISIBJIEH Mpe/-
rnojaraeMblii MapKep X (MEJTKOKJIETOUYHBIX) HEeli-
POHOB. bbII0 MOKa3aHO, YTO TPAHCKPUMNIIUOH-
HbIll pakTOp FoxP2 sKcnpeccupyercs B Ipele-
Jax ceryatku U1 HKTa Tonbko B momysinuu
X HelpoHOB: y XopbKoB [Iwai et al., 2013; Sato et
al., 2017], xomiku [Dufty et al., 2014], a B HKTxg
NpUMAaTOB — B MOMYJISILIMU HEUPOHOB MEJIKOKJIE-
TouHbIX cioeB [Iwai et al., 2013]. OgHako aHaIu3
U300pakeHUi, MpeacTaBIeHHbIX Ha PUCYHKax
pa6otsl [ Duffy et al., 2014], moka3biBaeT, 4YTO SAp-
KM€ MMMYHOMNO3WUTHWBHbIE HEWPOHBI B 3HAYU-
TEJIbHOM KOJMUYECTBE MPUCYTCTBYIOT U B CJIOSX
Cp, KOTOpble, KaK M3BECTHO, cOAepXKaT MOYTHU
UCKJIIOUUTEIbHO W HellpoHbl, HO He X KJIETKH
(cMm. BbIlLIE).
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Mapkepamu W  (ITbUICBUIHOKICTOYHBIX)
HelipoHoB Ha ypoBHe HKTx y mpumaros [Casa-
grande, 1994; Diamond et al., 1993; Hendry,
Yoshioka, 1994; Soares et al., 2001] u Oenku
[Felch, Van Hooser, 2012] nonaratot: (1) Ca?*-
CBS3BIBAIOIIUIL OCNOK KaavOunoun-28kDa n
(2) a-cybsedurnuuy KarbmMooyauH-3a8UCUMOLL NPO-
meunkunaswl 11 muna. HelipoHbl, UMMYHOIIO31-
TUBHBIC K 3TUM MapKepam, JIOKaJU3yloTCsS B
npeaesiax BCTaBOYHBIX, ITOBEPXHOCTHBIX U IIbI-
JIEBUJHOKJIETOYHBIX CJIOEB. [1p1 3TOM y XHIITHBIX
HEWUPOHbI, UMMYHOIIO3UTUBHLIE K KAAbOUHOUHY -
28kDa, ormeueHbl Bo Bcex ciosix HKTn, He
orpaHuymBasichb Tojbko Cp ciossMu [Sanchez-
Vives et al., 1996]. Takum oOpa3om, MapKep Tpe-
Thero IIPOBOISIIEIO KaHajla y XUIIHBIX elle
TOJIKO MPEICTOUT OOHAPYKUTh.

SAKIIIOYEHHME

Takum o0pa3om, CylIEeCTBYIOT aHaTOMUYe-
ckue U (hU3MOJIOTUYECKUE KPUTEPUU BblIeJie-
Husi 'KC u peneiinbix HeiipoHoB HKTn He-
CKOJIbKUX TUMNOB. HelipoHbl B cocTaBe pa3HbIX
MPOBOJSIIIMX KaHAJIOB pa3jinyaloTcs cepueit xa-
pPaKTEpUCTUK, OOYCJIIOBJIEHHBIX, B YaCTHOCTH,
0COOEHHOCTAMU UX Mopdosiorun. HellpoHbl B
cocTtaBe Y/KpPYITHOKJIETOUHOTO KaHaja MMEIOT
KPYITHYIO COMY, IIIMPOKOE IEHAPUTHOE IePEBO U
TOJICTbIE BBICOKO MUEJIMHU3UPOBAHHBIE aKCO-
HbI; HEMPOHBI B cocTaBe X/MEIKOKJIETOUHOTO
KaHajla UMEIOT COMY CpeIHEero pasmepa, Majioe
NEHIPUTHOE JEepeBO U ropasno OoJsiee TOHKUE,
yeM y mpelblaylliero KaHajaa, akCOHbl. DTo obec-
neyurBaer: (1) pa3InyHyIo CKOPOCTb NPOBEIECHMS
HEPBHOTO MMITyJIbCa Y, KaK CJIEACTBUE, pa3HOE
BpeMeHHOe pa3pellieHre (BbICOKOe — Y Y/KpPYITHO-
KJIETOYHOrO KaHaJla U HU3Koe — y X/MeJIKOKIIe-
TOYHOTO KaHaja), (2) pa3Hblii pa3Mep peLenTrB-
HOTO TIOJISI M, KaK CJIEACTBUE, pa3HOE TPOCTpaH-
CTBEHHOE paspellieHhe U pa3Hyl0 KOHTPACTHYIO
YYBCTBUTEJILHOCTh (BbICOKAsI KOHTpPACTHAsT YyB-
CTBUTEIBHOCTh M HHU3KOE MPOCTPAaHCTBEHHOE
paspelieHre — y Y/KPYITHOKJIIETOYHOTO KaHajia
1 Hao0opoT — y X/MEJIKOKJIETOUHOr0 KaHasa)
[Fukada, 1971; Hoffmann et al., 1972; Cleland,
Levick, 1974; de Monasterio, Gouras, 1975; Wil-
son et al., 1976; Stanford et al., 1983; Lennie et
al., 1990; Merigan, Maunsell, 1993]. ¥ npumatoB
I'KC B cocTtaBe KpyImHOKJIETOYHOTO KaHajla TaK-
K€ SIBJISIIOTCSI 1IBETOOITITIOHEHTHBIMU, IOJIyJasi
BXO/Ibl OT KOJIOOUeK pa3Horo tTuna [de Monaste-
rio, Gouras, 1975; Rodieck, Watanabe, 1993].
Hecmotpst Ha ropsiume nedaTbl OTHOCUTEIBHO
aHaJIOTUM MEXIy IPOBOMASIIMMU KaHaJlaMHU Yy
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pa3HbIX MiekonuTaomux [van Essen, Maunsell,
1983; Dreher et al., 1996; Crook et al., 2008;
Crook et al., 2014], ocobeHHOCTH MOP(}OJIOTUN U
(byHKIIMY BXOISIIIMX B X COCTaB HEMPOHOB MO3-
BOJIMJIM  TIPEAIIOJIOXUTh TPEUMYILIECTBEeHHOE
yyactue Y (KpyITHOKJIETOYHOI0) KaHaja B Ipo-
CTPAaHCTBEHHOM 3pEHUU U aHaJM3e IBVKCHMUS,
X (MEJIKOKJIETOUHOI'0) KaHaJla — B IIPeIMETHOM
3peHun 1 uBeToolnymeHun [Derrington et al.,
1984; Livingstone, Hubel, 1987; Schiller, Logo-
thetis, 1990; Merigan, Maunsell, 1993; Casa-
grande, 1994; Bullier, 2001; Nassi, Callaway,
2009]. NUmeroniuecs pa3andus MEXIy KaHajlaMu
pPa3HBIX MJIEKOITUTAIONINX, BEPOSITHO, CIIEIyET
roJiaraTh OTpaXkeHrueM (PUIOTeHETUIECKUX MO-
mudrkaii, cCBI3aHHBIX ¢ OCOOEHHOCTSIMH 00-
pas3a XX1U3HU U TTOBEASHUS XXUBOTHBIX Pa3HbIX OT-
pSIIOB.

Pabora BbInoJIHEHa TpU (UHAHCOBOM IOJI-
nepxke Ilporpammbl (pyHIaMeHTalbHBIX Hay4d-
HBIX MCCJIENOBAaHMWI TOCYIapCTBEHHbIX aKaaeMUi
Ha 2013—2020 rogs! (I'T1-14, pa3nen 63) u PAH.
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VISUAL PARALLEL CHANNELS. A BASIS OF CLASSIFICATION

N. S. Merkulyeva®

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

Visual system of mammals consists of several, at least, three, parallel conducting channels orga-
nized by different types of retinal ganglion cells. This review is devoted to the history of the classi-
fication of retinal ganglion neurons and the lateral geniculate nucleus, which is the basis of the con-
cept of parallel visual processing. The main emphasis is made on the problematic aspects of classi-
fications and on the interspecies differences revealed.

Keywords: visual channels, Magno system, Parvo system. Konio system, X/Y/W neurons
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