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3puTenbHBIE CIOCOOHOCTH YeJIoBeKa BO MHOIOM
OTIPEACIISTIOTCS CTPYKTYPHOM M (PYHKIIMOHAJIBHOMN
opraHusaiyeii cetyaTku riasa. K Hacrosiiemy Bpe-
MEHU HaKOIUIEH OOJIbIlIoi 00beM MaTrepuana IIo
Mop@doJIOTHH ceTYaTOK JejoBeKa M 006e3bsIH CTaporo
Cseta, KoTopble BO MHOrom cxomHsnl (Curcio et al.,
1990). D10 0OGCTOATENBCTBO TTO3BOJISIET UHTETPUPO-
BaTh ITOJIy4aeMbI€ B pa3HbIX UCCICOIOBAHUSIX TAHHBIE,
crioco0cTBYs GOPMUPOBAHMIO O0JIee ITOJTHOTO TIpe-
CTaBJICHUS O CTPYKType. Y 4eIOoBeKa U 00e3bsIH CeT-
yaTKa pacroJjioKeHa Ha BHYTPEHHEN CTeHKE IVIa3HO-
ro si6aoka (MMEIILIEro AUaMETP OKOJIo 24 MM) 3a
CTEKJIOBUIHBIM TEJIOM, B HEM BBIIEISIOT IeCSITh CJIO-
€B, KOTOpPbIE Pa3IndaloTCs KIETOUYHBIM COCTABOM U
CUHAINTUYEeCKUMU CBI3saMU. [IpuMedaTenbHO, YTO
ceTyaTKa MHBEPTHpPOBaHA IO OTHOUIICHMWIO K XOHY
CBETOBBIX JIy4Yeii: CJIOM CBETOYYBCTBUTEIbHBLIX pe-
LIENTOPOB (BXOAHBIX 2JIEMEHTOB CETYaTKM ) Harboee
yaajieH OT OIITUYECKOTO allllapara Iia3a, TaK 4To CBe-
TOBBIE JIy91 IIPOXOIST K pelenTopaM Yepe3 BCIO TO-
mUHY ceTyaTku. [1pu 3TOM BO3HUKAIOIINE B pPELIeTI-
TOpax CUTHAJIBI Jajiee pacCIpOCTPaHSIOTCS IO CeTYaT-
K€ B OOpaTHOM HaIpaBJI€HUHU, IIpeTepIrieBas
CJIOKHYIO 00paboTKy, U Ipeodpa3yloTcss B CUTHAIbI
TaHIVIMO3HBIX KJIETOK (BBIXOTHBIX 3JIEMEHTOB CETYaT-
K1), aKCOHBI KOTOPBIX OObEINHSIOTCS B 3pUTEIBHBINA
HEPB U HAMPaBJISIIOTCSI B MO3T.

CBEIAEHHA Ob OCHOBHBIX YACTAX
CETYATKHA

B ceTuaTKe BBIIENSIOT HECKOJIBKO 30H, XapaKTe-
PUBYIONIUXCS CIeIU(PUUECKUMUA CTPYKTYPHBIMU U

MOP(MOIOTUYECKUMHU 0COOEHHOCTSIMU, KOTOPBIE TT0-
npooHo onucankl Ilomsskom (Polyak, 1941).

Makyna (macula lutea) — ieHTpaibHasA 30HA CET-
YaTKW AUaMETPoM ~5.5 MM, uMelolias XeJITOBaTylo
IMUTMEHTALIUIO — KEJITOE MSATHO. B cocTaB MaKyiibl BXO-
I9T: poBea ¢ poBeoJioii, mapadonea u repudosnea.

®doBeojia — HEeHTpaIbHAsI YaCTh MaKy/Ibl JMaMET-
poM ~ 350 mxM (~1.25 yri1. Tpam.), B KOTOPOIi TOMIIIHA
ceTyaTku MuHuMaiabHa — 230 + 21 mxwm (Tick et al.,
2011). B ¢oBeoiie cBeTOBBIEC JTyYN MOTYT OSCIIPEIISIT-
CTBEHHO IIPOXOIUTH K CJIOIO (hOTOPELIENITOPOB UHBEP-
TUPOBaHHOI ceTyaTKu. LIeHTp (hOBEOJIbI PACIIOIOXKEH
Ha ~3.5 MM TeMIIOpaJIbHee TOJIOBKM ONTUYECKOTO HEP-
Ba (optic papilla) c HEOOIBIIMMU BapHUaLIUSIMU TTOJIOXKE-
HHSI OTHOCUTEILHO OITUYECKOIi ocu 1a3a. B ¢hoBeose
PACIIONIOXEHBI TOJILKO KOJIOOYKHY, INIOTHOCTh KOTOPBIX,
no naHHbeIM padoThel (Curcio et al., 1990), cocTasisieT
B cpexHeMm 199000/mMm?, Bappupys ot 100000 mo
324000/mm2. doTopenenTopsl (POBEOIIBI OKPYKEHBI
OTPOCTKAMM KJIETOK MIOJIIEPOBCKOM ITUM, HO UX SIMI-
pa Jexar B clIeIyIolieM, Hapy>KHOM SIIEPHOM CJIOE.

®ogea (fovea centralis) — o061acTh THMAMETPOM
~1.5 MM (~5 yra. rpan). B cocraB boBea Bxogut o-
BeoJla M OKpYyXKalollasi ee HakJIOHHasi 30Ha (clivus)
mpuHoi 70—100 MKM, TOoe TOJMIIMHA CeTIaATKH yBe-
JINYUBaeTcsl 10 ypoBHs1 mapadosea (puc. 1). ®osea
¢dopmupyeTcsi B pe3yabTaTe IMPOTUBOIOJIOXHO Ha-
MPaBJIEHHBIX IPOLIECCOB: LEHTPOOEKHOIO CMELle-
HUs KJIETOK BHYTPEHHUX CJIO€B CETYATKU M MUTpa-
LIMM KOJIOOUEK B CTOPOHY LIeHTpa ceTyaTku. Benen-
CTBHE 3TOTO B (hbOBea YACTHMYHO WJIM TTOJTHOCTHIO
OTCYTCTBYIOT BHYTPEHHHUE CJIOM CeT4YaTKu (puc. 2),
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Puc. 1. Cpe3 ceTyaTKu 4yesioBeKa B 061acT hoBea, Iojy-
YEHHbIA METOJOM OIITUYECKOM KOTepeHTHOM TOMOrpa-
¢uu (Baxpameena u np., 2013).

OHM KaK OBl OTOABUHYTHI B CTOPOHY, M TIPM 3TOM YBe-
JIM4eHa TOJIIMHA cjosl ¢doTropelentopoB. Kpone-
HOCHBIE cocyabl orubaroT ¢oBea, oOpasyst aBacKy-
JIIpHYIO 30HY AuameTpoMm 250—600 mxM (Provis et al.,
2005).

IMTapadosea — 3oHa mmpuHOIi 0.5 MM, OKpyXaro-
mast ¢ooBea, B KOTOPOIl TOJNIIMHA CETYATKU MaKCU-
manbHa (349 + 17 mxMm) (Tick et al., 2011). B napacdo-
Bea pacroiioxkeHo 7—11 psSmoB OMMIOISIPHBIX KIETOK
1 4—8 psimoB raHrIMo3HbIX KieToK (I'K), B Heil Hu3-
Kasl IUNIOTHOCTh KPOBEHOCHEIX cocynoB (Provis et al.,
2005).

IlepucdoBea — 30Ha mmMpuHONM 1.5 MM, KoTOopas
OKpyXaeT mapadonea. DTo TepexomHast 30Ha MEXKIY
BBICOKOCMELUATIM3UPOBAHHOM LIEHTPAJIbHOM 30HOM
u riepudepueit. 30Ha OOMIBHO CHAOXeHAa KpOBEHOC-
HBIMHU cocynaMu. B Heil 3HaUUTeIbHO YBEIMYEHO KO-
JuuectBo nanoyek (Provis et al., 2005). B nepugonea
PacHOJIOKEHO IIECTh PSAOB OMITOISIPHBIX KJIETOK U
HeckoJbKo (1—4) psmos I'K.

[Mepudepus— 30Ha, MPOCTUPAIOIIASICS OT MEPU-
¢doBea 10 3a3yOpeHHOTO Kpasl ceTyaTku (ora serrata).
B Heit BBIOEASIOT TPU TTOA30HBI: OJIVKHSS Tepude-
pus mumpuHoit 1.5 MM, cpenHsisa nepudepust (3KBa-
TOp) IIMPUHOK 3 MM; NaJIbHSISI Tiepudepus, pazMep
KOTOPOI BapbMpPYyeT B 3aBUCUMOCTH OT pa3Mepa ria-
3a. B ommkHeit nepugepun paciionoxXxeH OOuH, U3-
penka nBa, psaa I'K. B cpenneit mepudepnun cioit 'K
pasnensieTcsl Ha CerMEHTbhl WJIM TPYIIbl KJIeToK. B

AJIEKCEEHKO

nmanpHen nepudepun 6oapmmHCcTBO I'K pacmoioxke-
HO Ha 3HAYMTEJIbHBIX PACCTOSTHUSIX IPYT OT ApyTa.

CBEIAEHHA Ob OCHOBHBIX CJIOAX
CETYATKH

Domopeuenmopupwtii caoil. 1o maHHBIM pabOTHI
IMongxa (Polyak, 1941) TonmuHa ¢poTopelienTOPpHO-
IO CJI0s1 TIOCTEIEHHO YBEJIMYMBACTCS TIPU TIepexoie
OT nepudepruu K LEeHTPY, OJHAKO Pe3Koe yBelnue-
HUE HaOJIoJaeTcsl TOJIbKO B LIEHTPE CEeTYaTKu, TIe
JUTMHA (pOBEOJISIPHBIX KOI00YeK (1o 70 MKM y 4eso-
BeKa) MOYTH B 2 pa3a IpeBHIIIaeT IJINHY nepudepu-
yeckux ¢oropelienTopoB. B 3T0it wactm cetyatkm
KOJIOOUKM O0pa3yroT YacTOKOJ TIJIOTHO YIaKOBaH-
HBIX KJIETOK, Ha3BaHHbIN [losikoM “OyKeToM KoJi-
0ouek”.

JlaHHBIC 0 KOJIMYECTBE 1 TNIOTHOCTU (hOTOpPEIICH -
TOPOB Yy YeJIOBeKa IIOJIydeHBI IIpU aHaJIM3e CPE30B
CeTYaTKM Ha YPOBHE BHYTPEHHUX CETMEHTOB pe-
nenropoB (Curcio et al., 1990). B pa3HbIx ceTuaT-
Kax B JaHHBIX cpe3ax ObLIo HacuuTaHo oT 4.08 mo
5.29 MutH K01604eK 1 oT 78 mo 107 MJIH majiouek, Ko-
TOpbIe O0ECIEYMBAIOT KOAMPOBAHUE 3PUTEIBHOIO
M300paKeHUsI B pa3HbIX AUAlla30HAX MHTECHCUBHO-
ctu cBeTa ((poTomruueckoe M CKOTOIMYECKOE 3pe-
Hue). OgHaKo OTHOILIEHUE MEXKIY KOJMYECTBOM ITa-
JIOYEK M KOJIOOYEK MEHSIETCS II0 Mepe yaaJeHUsI OT
LeHTpa ceTYaTKH. B hoBeosie OTCYTCTBYIOT MAJIOUKH,
B mnapacdoBea OTHOIICHUE MNaJOYKK/KOJIOOUKU CO-
cTaBisieT yxke 4/1, a B pa3HbIX yuacTKax nepudonea —
(33—130)/1 (Provis et al., 2005).

IMukoBast II0THOCTH KOIOOYeK OOHApY:KeHa B IIEH-
TpaJIbHOM ydacTke (posea pasmepom 0.032 ymor. rpan?,
rie oHa Bapeupyer B cpengHem ot 100000 mo
324000/MM2. 3aTeM IUIOTHOCTb KOJIOOYEK PpE3KO
yMeHblIaercs K napagosea 1o 20 000/MM?2, IIpy 5TOM
BOJIM3M TOPMU3OHTAJIBHOTO MepUAMAHA CETYATKU
HaOJII0JaeTCsI HEKOTOPOE YBEIMYEHUE UX IUIOTHO-
ctu. B mepudoBea mI0THOCTh ITOCTEIIEHHO CHUXKAET-
ca 1o ypoBHa 1000/MM? U K IanbHeil mepudepuun
cHikaercd eme Ha 20%. OnHako B gajibHel nepude-
pUU OTMEYEHO YyBEIWYEeHUE IIJIOTHOCTU KOJOOYEeK

_— CJ1011 TaHIITMO3HBIX KJIETOK

Puc. 2. Cnou cetuatku B hoBeossipHoii obnactu (anantuposaHo u3 Polyak, 1941).
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(Williams, 1991). KpoMe Toro, cHIuzKeH1e IUIOTHOCTH
KOJI004Y€eK B 3aBUCMMOCTH OT SKCIIEHTPUCUTETA TTPO-
HWCXOOUT OBICTPEE BIOJIb BEPTUKAJIM, YeM TOPU30HTA-
mm (KOJI0o4YKOoBasI IIonocka). Takke oOHapy:KeHO
yBeandyeHue Ha 45% IIOTHOCTU KOJI0OYEK B Ha3alb-
HOI 9aCTH CETYATKU IO CPABHEHUIO C TEMITOPAJILHOM
(Curcio et al., 1990).

B neHTpe ¢oBea MIOTHO pacrojoxeHbl L- u
M-Ko60YKM, YyBCTBUTEIbHbBIE K JJIMHHOBOJIHOBO-
MY U CPEIHEBOJIHOBOMY JMalla30HaM CIIeKTpa COOT-
BeTCTBeHHO. [To MopdonornyeckuM nmpu3HaKam 3Tu
TUIIbI KOJIOOUEK He pa3inyatoTcs. MoJeKyJIsipHO-Te-
HETUYECKUI aHaIn3 TToKa3all, YTO JIOKYChl TEHOB MX
(OTONMUTMEHTOB PACHOJOXEHBI B TAaHIEMHOM Mac-
CHBE Ha X-XpOMOCOME C MOYTH UAEHTUYHBIMU TIO-
clienoBaTeabHOCTIMU aMuHOKUCIOT (Dacey, 2000).
OnHako MMEIOTCSl JaHHbIe, YKa3bIBamIIUe Ha BO3-
MOXKHOCTb pa3nuuuii Mexny L- u M-kojgboykaMu 1o
KOJIMYECTBY CUHANTUYECKUX KOHTAKTOB C (poBeasb-
HBIMU OMITONSIpHBIMU KieTKamu off-tuma (Schein
et al., 2011). Mo3auku pacapeneienus L- u M-koJ-
OoUYeK He 3aBUCSIT APYT OT Apyra, HO B Iepudepun
ceTyaTKu HaOJI0AaeTCsl TeHISHIIUS K TPYNIupo-
BaHUIO OMHOTUNHBIX Kojioouek (Hsu et al., 2000).
V moneit, He UMEIOIINX HApYIIEHU IIBETOBOTO 3pe-
HUSI, BBISIBJICHBI 3HAUYUTEJbHbIE WHIWBUIYaTbHbIE
paznuuus koaudectBa L- u M-kon6ouek, 4To oTpa-
XKaeTcs Ha 3HaYeHMsIX oTHoureHus L/M: ot 1/3 mo
16/1 (Dacey, Packer, 2003).

S-koJI00uKM, 00JamalonIre YyBCTBUTEIHLHOCTHIO
K U3JIy4YeHUSIM KOPOTKOBOJIHOBOTO JMara3oHa CreK-
Tpa, MOP(MOJIIOTUYECKH OTINYaoTCd OT L- 1 M-Koi-
00YEK U COCTABIISIIOT TONBKO 5—10% oOT 0011ero Ko-
JInyecTBa KOJIOOUEK y 4esjaoBeKa. MakcuMallbHast
mI0THOCTS (60see 2000/MM?) HaGIIOAAETCS B KOJIBLE
¢ akcueHTpucuTeTroM 0.1—0.5 MM, IIe OHU COCTaBIISI-
10T 10 5—8% OT JIOKaIbLHO ITONYJISIIIMKA KOJIO0YEK 110
naHHbIM paboThl (Curcio et al., 1991). Cnenyet 3ame-
TUTh, YTO 3TU aBTOPHI HE OOHAPYXKUIU S-KOJIOOYEK B
HeHTpe (oBealbHONM 30HBI auameTpoM ~100 MKM
(0.35 yr.rpam). OngHakKo 1o JaHHBIM PaboThl AXHENT
u coaBnT. (Ahnelt et al., 1990) monst S-koyibouek B
eHTpe oBeobl cocTaBlisieT 3—5%, Ha (hoBeaTbHOM
CKJIOHE OHa yBemuuBaeTcs 10 15%, a Ha nepudepun
ceTyaTKu cHrXaetrcd 1o 7—10%.

Hapycnouii saoepustii caoit (outer nuclear layer) —
CJIOi, B KOTOPOM PACIOJIOXKEHHI siapa (pOTOpeLenTo-
poB. B dhoBeanbHOM HanboIee MUPOKOM YaCTH 3TOTO
CJIOST PACITOJIOXKEHO JTO MECITH PSIIOB sep KOJIOOUEK.
Ha cknone ¢oBea B MO3auKe 3TUX PSIOB IPOCMaT-
PUBAIOTCSI HAKJIOHHBIE KOJIOHKHU U3 SIACP, paTraIbHO
pacxonsiirecs u3 eHTpa ¢osea (puc. 2). B mapago-
Bea TOJIIIIMHA CJIOSI yMEHbIIIeHa, HO B HEll TTOCTeIeH-
HO YBEJIMYMBACTCS KOJTMIECTBO SIep MajTodekK, KOTO-
pBIe B mepudeprdeckoi yacTu rmapagonea o0Opa3yioT
YeThIpe CJIOs, a KOJUYECTBO siAep KOJIOOUEeK YMEHb-
IIaeTcsl A0 OTHOTO CJOS, JIOKAJIM30BaHHOTO HEIIO-
CPEACTBEHHO TIOJ BHEITHWM ITOTPAaHUYHBIM CJIOEM
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ceTtyaTku. B mepudoBea ciaoit CoOCTOUT U3 MSITU-IIIe-
CTHU PSIAOB siAep, IpUYEM caMblii BEpXHUI psia oOpa-
30BaH sIpaMu Koyibodek. B rmepudepuyeckmnx yactsax
CETYaTKM YeJIOBEKAa HACUUTHIBAETCS MO YETBhIPEX Psi-
JIOB SA€ep, Y MAaKaKU KOJIMYECTBO PSAOB CHUXKEHO 10
nByx-Tpex (Polyak, 1941).

Hapycnouii cemuamuiii caoii (outer plexiform layer) —
CJIOi TIePBBIX CUHAIITUYECKNX KOHTAKTOB B CETYATKE.
B Hem okoHYaHUS GHOTOPELIENTOPOB U3 HAPYKHOI'O
SIIEPHOTO CJI0sI 00pa3yloT CBSI3U C IEHIPUTAMU Ou-
MOJISIPHBIX ¥ TOPU30HTAIBHEIX KJIeTOK (Polyak, 1941;
Mariani, 1984). TojammHa Hapy>KHOTO CETYATOTO
CJIOS yBeIM4EeHa B 00J1aCTH (hOBEaIbHOTO CKJIOHA, TIe
pacmoI0oXeHbI IIPOTSKEHHBIE HAKJIOHHBIE BOJIOKHA
XeHse, UCXOISIINE OT HOXEK KOJI0oueK U chepyn
najioyek ILIEHTPaJbHOII CeTYaTKM K CMEIIEHHBLIM B
CTOpOHY Nepudeprun ceTIaTKM KIIeTKaM IT0CIeayIO-
IIUX CJIOEB.

B aToM ciioe hopmMupyeTcs u repepaeTcsl Ha ciie-
NYIOLIWIA HEUPOHHBIK YPOBEHb KOHLEHTpUYECKAs
cTpykTypa peuentuBHbix nojeit (PII) ¢ anraronu-
CTUYECKOI opraHu3zalueit ueHTp-nepudepus. Kpo-
Me TOro, CBSI3b (DOTOPELIENITOPOB C OUMONSIPHBIMU
KJIeTKaMM pa3HOro TUMa o0ecrieurBaeT pasjiesieHue
peTUHAJIbHBIX CUTHAJOB Ha TapajlieJibHbIe ITyTU
(Dacey, 2000; Masland, 2012). KpoMe xumMmudyecKux
CUHAIICOB, B 3TOM CJlo€ 00pa3yloTcsl 3JEKTPUIYECKUE
KOHTAaKTHhI (gap junctions) Mexay KojiboukaMu, a Tak-
Ke MeXIy MajoykKaMu W KOJOOYKaMu; 3JeKTpuye-
CKM€ KOHTaKThl MEXIY MaJIOUKaMU BCTPEYaroTcs OT-
HocutesibHO peako (Hsu et al., 2000; Bloomfield,
Dacheux, 2001). Takxxe 0oTMEUEHO, YTO S-KOIOOYKM
HE UMEIOT 2JIEKTPUUYECKUX CUHAIICOB, a BEPOSITHOCTD
00pa3oBaHUs TAKMX KOHTAKTOB MEXIY OIHOTUITHBI-
mu Kosiooukamu (L ¢ L, M ¢ M) Gosnbliie, yeM MeXIy
pasHorunHbiMu (L ¢ M) (Hsu et al., 2000).

Buympennuii adepuotii caoii (inner nuclear layer)
COCTOWT U3 TeJ (perikaryon) Topu30HTAJIbHbBIX, OUITO-
JISIPHBIX 1 aMaKpUHOBHBIX KJIeTOK (AK), a Takke Kiie-
ToK Miroiepa M WHTEPINIEKCU(POPMHBIX KIIETOK.
Bcnencreue LieHTpUGyTrajlbHOTO CMEIEHUSI KJIETOK B
MIpeHaTaJbHBI TIepUOa Pa3BUTHUS TOJIIMHA BHYT-
peHHero saepHoro ciios (BAC) pasznuyaercs B pas-
HBIX YacTIX ceTyaTKu. M3 obnactu ¢poBea HauMeHee
CMEIIeHBI Tejla KIJIETOK, KOTOpBIE JIOKAJIM3YIOTCS
BOM3M cJiosd (OTOPELIENTOPOB, T.€. TOPU3OHTAIb-
HBIX KJIETOK. DTU KJIETKU OOHApYKUBAIOTCS, HAUM-
Hasl ¢ KpaeB (oBeobl. Tesla OMITOISIPHBIX M MHTEP-
IeKCUPOPMHBIX KJIETOK, a TaKKe KJIeTOK Miojuiepa
pacriojlaraloTcsl B ceperHe CJIosl, UX KOJUYEeCTBO
pe3Ko yMeHbIaeTcsT Ha (oBeaIbHOM CKJIOHe. Ha
5TOM CKJIOHE HampaBjieHHe NEHIPUTOB U aKCOHOB
OUITOJISIPHBIX KJIETOK OTKJIOHEHO OT BEPTUKAIBLHOTO
(otHOCcUTenbHO ciioeB). [lomoOHOEe OTKIOHEHWE Ha-
OJrromaeTcd TakKe Yy OUITONSPHBIX KJIETOK JajbHEH
nepudepun ceTyaTku, riae CHUXKEHO KOJUYECTBO Kle-
TOK, C KOTOPBIMH aKCOHBI OUTTOJIIPOB UMEIOT CUHAIITH -
yecKre KOHTakThl. AK, KOTOphle pacriomararoTcsl B
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aIKHeM rtoacioe BAC, B obmacTir hoBea OTCYTCTBYIOT.
B mapadoBea TommmHa cjios MakCUMalibHa, B HeEM
KJIeTKU obpasytoT 12 psimoB. B nepudosea cioii peny-
LIMPOBAH JI0 IIECTU — CEMM PSIAOB KJIETOK, B Iepude-
puu — 1o aByx-Tpex psiaoB (Polyak, 1941).

TUIIbI KIIETOK BHYTPEHHEI'O AAEPHOI'O
CJ104

Topuzonmaavnvle Kaemku ceTyaTKu MOIYJIUPYIOT
BBIXOJTHBIC CUTHAIBI (DOTOPELIETITOPOB M YIACTBYIOT B
dopmupoBaHr TopMo3HoOU nepudepun PIT oumno-
JIpHBIX KJIeToK (Boycott, Wassle, 1999; Verweij et al.,
1999). Kpome Toro, 3a cuer yCpemHEeHUsI CUTHAJIOB
doTopenenTopoB OHM MOTYT YCWJIMBATH KOHTPACT
MPY COXpaHEHWU MPOCTPAHCTBEHHON MHMOpMAIIN
(Chapot et al., 2017). DTu KIeTKA MOJy4alOT BXOMbI
OT (DOTOPELIETITOPOB TOCPEICTBOM XUMUUYECKUX CH-
HAaIICOB, a TaKXXe UMEIOT 3JIeKTPUYECKUEe KOHTAKTHI C
IPYTUMHU TOPM3OHTAIBLHBIMU KJIIETKaMH, O00pa3sys
CUHILIUTUI, 4TO TIPUBOAUT K yBeaudeHuto ux PII 3a
Mpeneabl 00JacTu cBsi3ei ¢ poTopelienTopaMu. AK-
COHBI TOPU30HTATBHBIX KJIIETOK 00ECTICYNBAIOT OTPH-
HaTeJbHYI0O OOpaTHyIO CBSI3b Ha (OTOPELICHTOPHI
(Dacey, Packer, 2003; Dacey et al., 2014).

ITo Mopdoaornyeckum KpUTepusiM U CTPYKType
CUHAITUYECKUX KOHTAaKTOB BO Bcex ydyacTtkax BAC
BBIJIEJIEHO TPY THUIIA TOPU3OHTAIBHBIX KjieToK. Kiet-
k1 HI KOHTaKTUPYIOT CO BCEMU TUIAMU KOJIOOYEK,
MpearmouTuTeNbHO (85%) ¢ L m M, a uX TIpOTsKeH-
HblE aKCOHBI OKaHUMBAIOTCS Ha cdepysiax nmaaoyek
(Kolb, 1970; Mariani, 1984; Dacey, 2000). Kietku
HII Takke KOHTaKTUPYIOT CO BCEMU TUIIaMU KOJIOO-
YeK, a aKCOHBI TOJIbKO C S-Kojbouykamu (Mariani,
1984; Goodchild et al., 1996). I1penmonaraercst, 4TO
HII cymmupyrot Bxoapl U3 L- 1 M-koj6ouyek u obec-
MEeYMBAIOT JaTepAIbHOE TOPMOXEHUE B CETU S-KOJI-
Oouek, popMuUpysl Y HUX LBETOONMNOHEHTHOCTh PII
(Dacey, Packer, 2003). Boibllime acMMMeTpUYHBIE
neHapuTHBIC TToas KiaeTtok HIII cBsg3anbr ¢ L- 1 M-
KOJIOOUKaMU U HE UMEIOT KOHTAaKTOB C S-KOJI0OYKa-
mu, Tipu 3ToM HIII nmerot Ha 30% Goblile KOHTaK-
TOB ¢ KoJiboykaMu, yeM KiieTku HI nmpu tex xe skc-
neHTpucuterax (Kolb et al., 1992). ITnoTHOCTB pac-
MOJIOXKEHUsT M  pa3Mepbl JEeHAPUTHBIX TIoJieit
Hanboaee n3ydeHbI y Kietok Tuna HI m HII B ceTuat-
ke Makaku. [lokazaHO TIpeBbIllIEHUE KOJUYECTBA
kietok HI mo cpaBHeHnuto ¢ HII mpu Bcex skclieH-
tpucuteTax. Ilpm 3ToM BOMM3M (PoBea OTHOIIEHUE
konmyectBa Kietok HI/HII cocrasnser 4/1, B cpen-
Hell mepudepuun — 3/1, mpu OONbIIEM SKCIEHTPUCH-
tete — 2/1 (Wassle, 2004).

bunoasapnwvie kaemku (6umnosnsipbl) nepenaroT 3pu-
TeJIbHYI0 WH(popMalnio oT potoperienTopoB K 'K 1
AK. Pamon-u-Kaxan (Ramon y Cajal, 1893) mpu
OKpalllMBaHWUM CPE30B CETUATKU 110 MeToy [oibiKu
BIICPBbIE BBISIBWI OUMOJISIPbl, KOHTAKTUPYIOIIHUE C
najoykamMum win ¢ Kojooukamu. 3arem [lomsk
(Polyak, 1941) o nmpoTs>k€HHOCTU AEHAPUTHBIX MO~
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JIel pazmeny OMIIONSpHl Ha KapJIMKOBBIE (midget),
KOTOpPbIE B OCHOBHOM PAacIoiaraloTcsl B LIEHTPE CET-
yaTKy, U Ha nudy3HbBIE, pacIioIOXKEHHEIE 110 BCEl
CeTYaTKe M KOHTAKTUPYIOIINE C HECKOJIBKMMU KOJI-
ooukamu. B manmpHeiimemM OBITIO TTOKa3aHO, UYTO OM-
MOJISIPBI pa3AcisIioTCS TaKKe Ha ABa TUIIA B 3aBUCHU-
MOCTH OT CTPYKTYPhI X CHUHAIITUIECKIX KOHTAKTOB C
doToperienTopaMu. Y OIHUX OUITOJISIPOB JSHIPUT-
HBIE OTPOCTKM PACIIPEACISIOTCS MO ITOBEPXHOCTU
¢dotopenenTopa, odpasys miaockue (0azaabHbIE) CH-
HanTU4YeCKrWe KOHTAKThl, ¥ APYrUux OUIMOJSIPOB OT-
POCTKM IESHIPUTOB BXOISIT B IIyOb (hoTOpenenTopa
IO TIPECMHANTUYECKUX JIEHTOOOPa3HBIX CTPYKTYp,
00pa3yss MHBaruHUpYIOIUe KOHTAKThl. DTU THUIIBI
OUITONISIPOB Pa3/IMYalOTCsI TakKe TJIyOMHOII cTpaTh-
¢uKalMy aKCOHOB BO BHYTPEHHEM CETYATOM CJIOE
(BCC) cetyaTku M xapaKTepoM peakliviii Ha CBETO-
BYIO CTUMYJISIHUIO. Y OUMOJISIPOB ¢ MHBAarMHUPYIO-
IIMMH KOHTaKTaM1 W BETBJIICHUSIMU aKCOHOB B HILK-
Heit monoBuHe BCC npu ocBellieHUN HaOII0maeTCs
JIETIONISIPU3alvs, 1P 3aTeMHEHUN — TUTIEPIIOJISIpU -
3anust (OMMIOJISIpEL On-TUIa). Y OMMIOJIsSIpoB ¢ 0a3ajib-
HBIMU CHHAIICaMU U JIOKaJn3aliueil aKkCOHOB B BEPX-
Heil nmojnoBuHe BCC HaOmogaeTcss oOpaTHOE — TH-
MIEPHOJISIPU3ALNS IIPU OCBEIIEHNY U ASTIOISIpU3aLIS
npu 3aTeMHeHuu (oumossipsl off-tuna) (Kolb, 1970;
Boycott, Wassle, 1999). [luxotromMusi GUMOJISIPOB Ha
on- 1 off -TUNEI ObLIa ITOATBEPXACHA IIPU MUCCIIEI0-
BaHUU YIbTPACTPYKTYPbl MX CUHAINTUYECKUX KOH-
TAaKTOB Ha HOXKaX KOJIDOUEK, COCTaBa UMEIOIINXCS Y
HUX Ha IIOBEPXHOCTU PELIENITOPOB INII0OTaMaTa, dUyB-
CTBUTEJIbHOCTU K pa3HbIM HMMYHOTUCTOXUMUYE-
cKuM MapKepaM. Ha ocHOBaHIM COBOKYITHOCTH 3TUX
IIPU3HAKOB B CETYATKE IIPUMATOB U YeJIOBeKa OBLIO
BBIAEJICHO NECSITh TUMOB KOJIOOYKOBBIX U OJWH THUII
Mmajo4ykoBbIX OurnosisipoB (Boycott, Wassle, 1999).
BriocnencrBuu B pe3ysibTaTe MCHOJIb30BAHUS KOM-
miaekca MeTtonoB (IoapmXku, 3JeKTpOHHAsT MHUKPO-
ckonusi (BOM), UMMYHOXUMUST U 3JEKTPOGDU3NOJIO-
rysi) ObLT BBIACJICH ellle OONH TUII KOJIOOYKOBBIX O1-
nossipoB  (JAB-306), Wi KOTOpPBIX XapaKTEepHBI
KOHTAKTHI U ¢ Majioykamu. K HacTosieMy BpeMeH!
B Ce€TYaTKe MPUMAaTOB BBIACICHO IIECTh TUIIOB KOJI-
60ukoBbIX on-ounoisapos (MKB, 1b-4, 1b-5, 1B-6,
Cb, I'b) u rsaTh THNOB off-6unonsipos (ITKb, Ab-1,
Ab-2, 1b-3a, 1b-30) (puc. 3). OrMe4aeTcs, 4TO U3
12 TumoB 6unoJISIpoB (BKIIIOYAS ITAJIOUKOBBIE), BhIJIC-
JIEHHBIX 1T0 MOP(OJIOrMYeCcKUM MpU3HAKaAM, NCCITh
OBLIM IIONTBEPXICHBI JTaHHBIMU MCCICAOBAaHUIA MM-
MyHOTrUcToXuMuYeckuMu Metogamu (Tsukamoto,
Omi, 2016).

IMTanoukoBrie oumnoisipel (IIb Ha puc. 3) obpa3sy-
IOT KOHTaKThI TOJIBKO C TTaJIOYKaMK, OHW OOHAPYKH1-
BalOTCSI B CETYATKE YeJI0BeKa, HAUMHAsl C paCCTOSIHUS
~1 MM ot ueHtpa ¢osea (Kolb, 1970). Pazmep mx
MEHIPUTHBIX MOJIeH YBETMUIMBAETCS C SKCIICHTPUCH -
TeToM. B IleHTpabHOI ceTyaTKe OAWH MaJOYKOBBIi
OMITOJISIP KOHTAKTUPYeET ImpuMepHo ¢ 30-35 manoyka-
mu, Ha nepudepun — ¢ 40—45 nanoukamu (Kolb
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Puc. 3. Turbl OUTTOISIPHBIX KJIETOK CETYATKU MPUMATOB, PACTIOJIOXKEHHbIE TT0 YPOBHIO CTpaTU(dUKAIIMKU UX aKCOHOB (a1amnTH -
poBaHO 13 pUCYHKOB crateii (Boycott, Wassle, 1999; Tsukamoto, Omi, 2016).

a — BHYTPEHHUI SIIepHBIi CI0i; 6 — BHyTpeHHMI ceTyathiii cioit; 1b-1 — Ab-6 —auddysubie 6unonsiper, MKb-unBarunm-
pytomnit KapiaukoBsiit oumnodsip, [1Kb — miockuit kapaukoserii ounosnsip, Cb — “cunuit” oumnossp, [1b — manoukoBbrii 6u-

nossip, I'b — ruranTckuit Gunossp.

et al., 1992). OTu 6unonsipel 06pa3yroT UHBArUHUPY-
FOIIIe KOHTAKTHI CO cpepyraMu IMaodek, TepMIUHA-
JI VX aKCOHOB PACITOJIOKEHBI B HUKHE TTOJIOBUHE
BCC (Polyak, 1941; Kolb et al., 1992), T.e. B on-110-
JIoBUHe. B oTimnume oT KOJIOOYKOBEIX OUIOISIPOB,
MAaJIOYKOBBIC OUTIONSIPbI HE UMEIOT MPSIMBIX CBS3€EIi ¢
I'K, noakioyasick K mpoMexKyTouHoMy ciioro AK.

KonboukoBpie OMIIONSIpPHI OOHAPYXKWBAIOTCS B
ceTyaTke, HauuHas ¢ pacctossHu 100 MKM OT LieHTpa
¢osea. UX IDTOTHOCTH Y MaKaku B 2.4—4 pa3a peBbI-
IIaeT IUIOTHOCTh KOJIOOYEK MPHU BCEX IKCHEHTPU-
cuTeTax. Y KapJIMKOBBIX OMITIOJISIPOB, PACIIOJIOXEH-
HBIX B LICHTPAJIbHOI YacCTU CETYaTKU, pa3Mep ACHI-
PUTHOIO BETBJICHMSI COIIOCTABUM C pa3ME€POM HOXKU
OIHOI KOJIOOUKM, Y mepudepuuecKux KapJIuKOBBIX
OMITONISIPOB HAOIIOJAaeTCsT HECKOIbKO (2—3) Kitacrte-
POB OEHAPUTHBIX TEPMUHAJICH, UTO YKa3bIBaeT Ha
KOHTaKThI C HECKOJIbKUMU KoJiboukamu. Pa3mep ak-
COHHBIX BETBJIICHUI y LIEHTPaIbHBIX OUITOJISIPOB CO-
craBisgeT 4—10 MKM 1 yBeTUIUBaeTCs B TIepudepmr-
yeckux oomactsax 10 20 Mmxm (Polyak, 1941; Kolb et al.,
1992). B ®M uccliienoBaHusIX MOKa3aHO, YTO B ¢hoBea
Kaxnas u3 L- u M-Konbo4dek cBsi3aHa (SIBJISISICH TIpe-
CUHAIITUYECKO) ¢ IBYMSsI KapJIMKOBBIMU OUTTOJIsSIpa-
MU, oguH n3 Kotopbeix on-tuma (MKb Ha puc. 3),
npyroii — off-tumna (I1Kb Ha puc. 3) (Kolb, 1970; Ah-
mad et al., 2003). Ha ocHoBaHUU JaHHBIX 3JIEKTPO-
GpU3MOI0rMIeCKIX UCCICIOBAaHUI, IIPEeAIIoIaraeTcs,
YTO CHMHAIITUYECKME KOHTAKThI KapJIMKOBBIX OMITO-
Jas1poB ¢ L- u M-kojboukamMu obecrieduBaroT pop-
MUpOBaHHUE LIeHTpaIbHOIT 30HbI ux PI1, a TopMo3Has
nepudepndeckas 3oHa PIT obpasyercs mpu yuactum
ropusoHTajlbHBIX KJIeToK Tuna HI (Dacey, 2000).

Jdnddy3HBIC OUTIONSIPHI, KOTOPBIE pa3aecHbl Ha
mectb TnoB (JIB-1-/1b-6), paznmuyarorcs Mopdoso-
ryeil AEHIPUTOB 1 TUIIOM MX CUHANITUYECKIX KOHTaK-
TOB (MHBarMHUpYyIomye 1 miockue) ¢ L-, M-kon6ou-
KaMM, a Takxke cTpaTudukanueit akconoB Bo BCC.
OTMeYeHO TaKKe HeOOIbIIOe KOJMYECTBO MX KOH-
TakTOB C¢ S-kKonboukamu. JAnddy3Hbie OMMIOISIPHI
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Ab-4—/1b-6 OTHOCATCSI K ON-TUITY, OUIOJSPHI
ABb-1-Ab-3 — x off-tuny (Tsukamoto, Omi, 2016).
B 1ieHTpanpHOII YacTuM ceTYaTKM 4YeJIOBeKa OIWH
I y3HBIN OUITONISIP 00pa3yeT KOHTAKThl KaK MU-
HMMYM C ISTHbIO KOJIOOYKaMM, Ha mepudepurd — C
10—15 xon6oukamu (Kolb et al., 1992; Tsukamoto,
Omi, 2016). B ¢poBeaibHOM y4acTKe CeTYaTKM MaKa-
KM, B KOTOPOM IUIOTHOCTH KOJOOYEK COCTaBIISICT
26500/MM?, Ha KaxXIyl HOXKY KOJIOOYKHU, B CPEl-
HeM, npuxoanutcs 0.88 off-mnddy3HbIx oumonsapa n
tosibko 0.4 on-guddy3Hbix oumnoisipa. Ipenmnosnara-
€TCsI, 9YTO 3Ta ACUMMETPHS MOKET UMETh CBSI3b C pa3-
JIMYUSIMY B pa3peniaroneii CltocOOHOCTU 1 YyBCTBU -
TEJIbHOCTU K MHKPEMEHTaM U JIeKpeMEeHTaM OCBe-
meHHocTtu (Ahmad et al., 2003).

B oTnenbHbIi TUIT BbIAEIESHBI OUTIOJISIPBI, KOHTAK-
TUpPYIONIINE TOJBKO ¢ S-konooukamu (Cb Ha puc. 3),
KOTOpBIE IO MOP(OIOTMYECKUM NTPU3HAKAM OTJIMYa-
1oTcs oT L- 1 M-konbouek. DTu OUIosipbl, Ha3BaH-
Hble “cuHuMu” (Mariani, 1984), oTHOCsSTCA K on-
TUNY, UX JIEHAPUTHI O0pa3ylT WHBATMHUPYIOIIWE
KOHTAaKThI C HOKKaMU S-KOJI00YEK, a TepMUHAIU aK-
COHOB JIOKQJIU3YIOTCS B HMXHell moioBuHe BCC.
Pa3zmMepbl cOMBI U AEHAPUTHBIX MOJIEH 3TUX OUTTOJISI-
POB YBEJIUUMBAIOTCS C DKCLIEHTPUCUTETOM. Y CTAaHOB-
JIEHO, YTO MX KOJIMYECTBO B 2 pa3a MpeBbIIIAeT KOJIU-
YeCTBO S-KOJIOOYEK; KPOME TOTo, Kaxkaast S-KoJiood-
Ka cBs3aHa ¢ ogHUM—TiaThio Cbh-Oounonspamu, a
Kaxnbiit Cbhb-0unonsip nMeeT KOHTAKThl C OJHONH—
TpeMs S-koiaboukamu (Wassle, 2004).

ITo Mopdomornyeckum xapakKTepuCTUKAM B CET-
yaTKe MPUMaTOB 1 YeJOoBeKa BbIIEJIeH TUI “TUTaHT-
ckux” oumnossipoB (I'b Ha puc. 3) (Polyak, 1941; Mar-
iani, 1984; Kolb et al., 1992). DT 6umosipsl UMEIOT
OoJbllIMe OeHAPUTHBIC TOJs ¢ PEAKMMU BETBSIMU U
aKCOHHBIE TOJIs B 2 pa3za MeHbliero pasmepa. B oiu-
YUe OT APYTUX KPYITHBIX KJIETOK C OOLIMPHBIMU AEH -
putHbiMU nonsMmu (J1b-6, CB), akcoHBI KOTOPBIX
JIOKaIu3yloTcsl B HukHell monoBuHe BCC, y “ru-
TAaHTCKNX’ OUIIOJISIPOB aKCOHBI PACIOJIOXKEHBI B Ce-
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peonHe 3TOoro cios. “I'mranTckue” OWITOISIpPHBIC
KJIETKM 00pa3yloT KOHTAaKThlI MeHee, yeM ¢ 50% KoJi-
o6ouek (L- m M-), pacriosloXeHHBIX B OOJJAaCTH UX
neHnpuTHBIX nojiei (Joo et al., 2010). Takke oOHapy-
JKE€HBI KOHTAKTHI “TUTAaHTCKUX OUITOJISIPOB C ITajo4-
kamu (Tsukamoto, Omi, 2016).

Amaxpunoevie xaemxu (AK) pacrnonoxkeHbl B
HIKHEN 9aCcTH SAESPHOTO CJI0SI MUIM HEMHOTO CMeIIIe-
Hbl BO BCC. Mcxons 13 Ha3BaHMsI, KOTOPOeE OBIJTO 1a-
Ho PamoHom-Kaxanem (Ramon y Cajal, 1893), ato
KJIeTKM 6e3 akcoHa, ogHako Kon6 (Kolb, 1997) otme-
yaeT, YTo HeKoTophlie AK ¢ mmpokuMu AeHAPUTHBI-
MU TIOJISIMU UMEIOT MPOTSKEHHbIE aKCOHOIIOTO0HbIE
OTPOCTKM, He OKHUAAIOIIME CETYATKY B COCTaBE 3PU-
TEJIbHOTO HepBa.

AMaKpMHOBBIE KJIETKM — TeTeporeHHasl Tpymra
WHTEPHEMPOHOB CETYATKU, KOTOPbIE MHTETPUPYIOT U
MOIU(MULIMPYIOT CUTHAJIBI, IocTymnatonme B ciaoit I'K.
IToutn Bce AK comepXaTt TOPMO3HBIN MemuaToOp —
I'AMK (55%) v ranuyH (40%) B coyeTaHnUu C APY-
TMMU HelpoMOOynsiTopaMu U HelpoliepenaTymKa-
MU, TAKMMU KaK TJyTaMar, alleTUJIXOJIMH, JOITaMUH,
cyocranuus P (Kolb, 1997; Masland, 2012).

AMaKpUHOBBIC KJIECTKU TIOJYJaroT BXOIbI (SIBJISI-
SICh IOCTCUHANITUYECKUMU) OT OMIIOJSPOB, OPYIUX
AK, a X BBIXOOBI KOHTAKTUPYIOT ¢ outronsgpamMu AK
n I'K. IIpu 3TOM BXOIHBIC U BBIXOJHBIC CUHAIICHI HA
orpocTkax AK 10oCcTaTOYHO 4acTO PacIIONIOXEHBI He-
naneko apyr oT apyra. AK mompa3nessioT Ha KJIIETKU
¢ y3KuMU (narrow-field) neHIPUTHBIMU TIOJISIMU TUA-
meTpoM 30—150 mxMm, meakumu (small-field) nuamer-
pom 150—300 mxm, cpennumu (medium-field) nua-
meTpoM 300—500 MKM U IIMPOKUMU MOJIIMU (wide-
field) nnametrpom >500 mxm (Kolb et al., 1992). Kpo-
me Toro, AK paznuuaroTcs JIoKaau3amuei OeHIpU-
TOB W1 aKcoHOB Bo BCC, moaToMy UX Ki1accuuIiIm-
PYIOT Ha MOHO-, OM-, MyJIbTUCTPaTU(ULIIPOBAHHLIC,
a Takke nud@y3HbIe, Y KOTOPBIX OTPOCTKHU PacIipo-
cTpaHsioTes Ha Bcio TomunHy BCC. B pa3HbIx nmoma-
ciiosix atoro cyosi AK 06pa3ytoT KOHTaKThl (XUMUYE-
CKHE U DJIEKTpUYECKUE) C ONpeae/IeHHBIMU TUIIaMU
KJIETOK, (pOpMUPYSI CETU, TIpeTHA3HAYEHHBIE IS BbI-
MMOJTHEHUST pa3HbIX 3pUTENIbHbIX QyHKIui. Crenm-
¢duyeckast poib AK MHOTHX THIIOB ellle HesiCHA.

B ceTuaTke yenoBeka ¥ IIpUMAaTOB pa3inyaroT 00-
nee 30 Mopdosorndyecku MACHTUPUIUPYEMBIX TH-
noB AK. Haubonee uccienoBansl AK nByx TUIIOB —
All u Al7, XOTOpbI€ YYACTBYIOT B HEMPOHHBIX CETSIX
nepenadn MHGopMau 3 (GoTopelieNTOPOB-IIaI0-
yek. AK tumna AlIl Ha3bIBalOT “MalOYKOBBIMU aMaK-
PUHOBBIMHU KJIETKaAMM~, TaK KaK XapaKTePUCTUKU UX
OTBETOB (IIOPOT YyBCTBUTEJIILHOCTH, YPOBEHb HACHI-
IIEHUsI, CIIEKTpaJibHAsI YyCTBUTEJIbHOCTh) CXOIHBI C
najioukamu. I1py TeMHOBOIi aganTaluy y 3TUX KJIe-
TOK BBISIBJISIETCSI aHTarOHUCTHUYECKast cTpyKTypa PIT
C ONn-LUEHTpPaAJIbHOM 30HOM, OMHAKO IIPpU CBETOBOM
aganrauuu Iepudepudyeckast 30Ha He O0OHapyXK1Ba-
ercsa (Bloomfield, Dacheux, 2001). IlukoBas 1uioT-
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HocTh Ki1eToK All B ceTuaTke 06e3bsTH HaOIIOHAETCS
Ha paccTossHuu 1.5 MM ot HeHTpa ¢doBea. OTpOCTKU
ouctpatudupoBaHHbIX KieToK All BeTBsATCS B
oboux off- m on-mmomosmHax BCC. All momyyaior
BXOJbl U3 TePMUHAJIE!i aKCOHOB MaJIOYKOBBIX OUITO-
JISIPOB, U B 3Tol Xe on-1mojioBuHe BCC oHu o0pa3y-
IOT 2JeKTPUYECKNE CHMHAICHI C KOJIOOYKOBBIMU OM-
noJsipamu on-tura. Ilpu atom orpoctku All B off-
nonoBruHe BCC 00pa3yloT XMMHUYECKNE CUHAIChI C
KOJIOOUYKOBBIMU Outtonsspamu off-tmma. TakmMm 00-
pa3oMm, kieTku All oObeIMHSIOT MapaJUIeIbHO UIY-
III1ie KOJIDOYKOBHEIE 1 ITaJI0YKOBBIEC IIYTU 1 00eCIIe-
BalOT Pa3HYIO CTEIIEHb TOPMO3HBIX BIUSHUIL B 3aBU-
CHMOCTH OT MHTEHCHBHOCTU cBeTa. OOHapyxXKeHO,
yto KjaeTku All y mpruMaToB U 4ejioBeKa UMEIOT KOH-
TaKTHI C KOJIOOYKOBBIMY ON-0OUITOISIpaMU BO BCEX Ya-
CTSIX CeTYATKHU, BKITI0Yast (poBeabHYIO 001aCTh, B KO-
TOPOIi MAJIOUKX U ITaJIOYKOBEIC OMITONSIPEI BCTpeUa-
IOTCSI PeIKO MJIM OTCYTCTBYIOT. Ha ocHOBaHMM 3THX
IaHHBIX TIpeanojiaraercs, 4ro All mepBoHayaibHO
pa3BUBAJIUCh TSI OOCIY>KMBAaHUSI KOJIOOYKOBBIX ITy-
TeM, a BIIOCJIEICTBUU OBLIA BOBJICUEHBI B 00pabOTKY
CKOTOMMWYECKUX CUTHAJIOB Yepe3 MajJouKoOBbIe OUITO-
Jspsl (Strettoi et al., 2018). A17 — HauboJiee uccaeno-
BanHuble TAMK-eprimueckne AK, PII xotopbeix He
MMEIOT TOPMO3HOM mepudepun. ITU KIeTKU KOH-
takTupytotT ¢ AK B off-monosune BCC u ¢ Gunosnsipa-
MU ON-IIOJIOBUHEI CJIOST, 00pa3ysl peIUIIPOKHEIE CBSI-
31 ¢ aKCOHAMU I1aJI0YKOBBIX OUITOISIPOB. Takke 13-
BECTHO, YTO OHM 4YYBCTBUTEJIbLHBI B OUala30HE
Hu3Koit oceetieHHocTH (Kolb, 1997).

Buympennuii cemuamuuii caoii (inner plexiform layer),
B KOTOPOM 0Opa30oBaHbl KOHTAKThl MEXIy OUMOJISIp-
HeiMu, AK u T'K. BT10 BTOpOIi YypoBeHb 00pabOTKMU
peTUHAJIbHBIX CUTHAJIOB. B pa3HbIX MOMACI0SIX 9TOTO
cjios1  (opMUpPYIOTCS  cHeludUuIecKre KOHTAKThI
MEXIy KJIeTKaMUu pa3HbIX (DYHKIIMOHAbHBIX TUIIOB.

Caoil eaneauo3nvix Kaemok (stratum ganglionare) —
3TO BBIXOJIHOM CJIOM C€TYATKM YeJIOBeKa U IPUMaTOB,
B KoTopoM Kpome I'K pacrnonoxkeHbl TakKe “cme-
meHHble” AK, mepumuThl, acTpOLUTHI, SHIOTEIN-
ampHBIe KJIeTKU. 'K moaygaror BXOJIbI OT OMITONISIP-
HbIX U AK, 1okanu3oBaHHbIX Bo BJAC, 1 HanmpaBJIsIioT
aKCOHBI B COCTaBe 3pUTEJIBHOIO HepBa B Ipyrue
cTpyKTypHI Mo3Ta. [TprmaeMm nadopmanns or 'K B oT-
Jinure oT (pOTOPELENTOPOB, TOPU3OHTAILHBIX, OU-
nonsspHbix 1 AK miepenaercs B BUie MMITYJIbCHOM aK-
TUBHOCTH.

B 3TOM clloe ceTyaTKu 4enoBeKa pacIiojioKeHO B
cpeaHeM 1o aByx muiimoHoB I'K. ITpu aToMm oTmMeua-
eTcs OoJblas WHAOWBUOyaldbHash BapuabeIbHOCTh
STHUX 3HaYEHU1. Y B3pociioro yeiaoBeka okoso 50% 'K
HaxXOJIUTCS B Ipeaesax mpoekuuu 1o 13—16 yri. rpas.
noJist 3peHust (Curcio, Allen, 1990). ¥ 06e3bsiH ob11iee
konmgecTBo I'K Bapsmupyet ot 1.4 mo 1.8 MiTH 1 coBITa-
JlaeT C KOJIMYECTBOM UX aKCOHOB B 3pUTEJILHOM HEp-
Be (Perry, Cowey, 1985). Pacnpenenenue I'K B cioe
HEOmHOpOoIHO. B obiract HamOOJIBIIEH TOMIIMHBI

CEHCOPHBIE CUCTEMBI Ne 4

TOM 33 2019



CTPYKTYPA CETYHATKMU TJIA3A 275

cios (60—70 MKM), KOTopasl pacIiojlokeHa Ha Kparo
¢doBea u npuJjieralieit K Heil yactu nmapagosnea, I'K
YIOpSIAOYEeHBI B IIIeCTh—CeMb psimoB. Ha ¢oBeanb-
HOM CKJIOHE IIpH IIepexoe oT mapacdonea K (poBeosa
KOJIMYECTBO PSIIOB PE3KO CHIKAETCS OO0 OMHOTO
CJIOSI, TIpUYEM Y YeI0BeKa B (DOBe0jIa U3PEaKa BCTPe-
JaloTCcs TOJIbKO oTAeabHbIe I' K Ha paccTosiHnu 6ojee
150—200 mxMm ot ee ueHtpa (Curcio, Allen, 1990).
KonanyectBo 'K mocTteneHHO CHUXXAETCsI TaKXKe U K
nepudeprun CeTIYaTKU, B JalbHEel nepudepun KieT-
KM pacMoJIOKEHBI B OIMH PSII Ha pa3HbIX PACCTOSTHU-
sx apyr ot apyra (Polyak, 1941).

Camxenue xoinndectBa 'K B meHTpe ceTyaTKu
00YCIIOBJIEHO MX CMEIIIEHEM B 00J1acTh Imapadonea B
MpeHaTtaJbHOM IIepuole pa3BUTUs. B pesynbraTte
STOr0 BO3HMKAET HECOOTBETCTBUE MEXIY IIOJIOXKE-
HueM Tea 'K u monoxeHuneM nx BXomoB B poTope-
HentopHoM ciioe. Bennmunna cmemennii PIT onpene-
JISIETCS IUIMHOIT aKCOHOB (poBeaIbHBIX (POTOpEeLeII-
TOPOB, OOpa3ylIIMX Jy4eoO0pa3HO PaCXOASIINECS
BOJIOKHA XEHJIE M KOHTAKTUPYIOIINX C OMTIOJISIPHBI-
MU KJIETKaMU, a TAaK3Ke IIPOTSKEHHOCTHIO HAKJIOHHO-
ro X0Jla aKCOHOB OMMOJISIPHBIX KJIETOK, KOTOPhIE 00-
pa3yioT KoHTakThl ¢ ['K. OT™MeueHo, 9YTO 1 TEHIPUT-
HEIe 110151 poBeoisipHbIX I' K y mpruMaToB cMeleHbI B
cTopoHy (poBea oTHOcUTeNbHO ux Tei (Curcio, Allen,
1990). ITo manubeiM dpacmo u coaBT. (Drasdo et al.,
2007) y yenoBeka MakKCUMaJIbHOE CMEIIEHUEe COCTaB-
JseT 626 MKM, U3 KOTOPOTro 558 MKM — 3TO JUIMHA BO-
JokoH XenJie. [TomoOGHast MakcMMaIbHAS IIPOTSKEH -
HOCTb (hOBEOJISIPHBIX BOJIOKOH XeHie (~600 MKM)
ObLIa MOKa3aHa 1 ApYruMu aBTopaMu. OTMETHM, YTO
yBeJMYeHHOoe KogndecTBo psinoB 'K B mapadgosea
CEeTYaTKM YKa3hIBaeT Ha TO, YTO TaM PaCIIOJIOXEHBI
kak 'K, MurpupoBaBime n3 (poBeaabHONA YaCTU CET-
YyaTKHu, TaK M1 HECMEIIEeHHbIE, OJTHAKO JeTaIbHbINI MO~
psinok pacrnionoxenus 'K B 3Toit obnacTtu, yauThiBa-
IOIIMI JTOKAIM3allMI0 CBSI3aHHBIX ¢ HUMU (oTope-
LIENITOPOB, K HACTOSIIEMY BPEMEHU HE BBISICHEH.

O6siacTh ceTyaTKU C HauOOJIbIICH MIOTHOCTHIO
I'K (32000—38000/MM?) uMeeT popMY TOPU3OHTAIb-
HO OPUEHTUPOBAHHOIO, OBAJILHOTO KOJblIa, yaaJIeH-
HOro OoT HeHTpa (¢oBea Ha paccrosHue 0.4—2.0 Mm.
IMpyraem podmnm TMHUI OOWHAKOBOM IJIOTHOCTU
(isodensity contours) 'K cMelieHbl B CTOPOHY Ha3alb-
HOM ceTYaTKH, IOe WX ACHAPUTHBIC IOJsS MMEIOT
MeHbInui pasMep. Ilukosas mwiorHocts I'K (B cpen-
HeM 35100/MMm?) oOHapyXeHa Ha 3KCLEHTPUCUTETE
0.65—1 mM. IIpu 3TOM MUK IUIOTHOCTU MOKET OBIThH
pacmojioXeH B Ha3aJIbHOM ceT4aTKe B Pa3HBIX €€
yyactkax. IlmotHocts 'K doBeambHOIT obOact —
MeHee 2500/Mm2. B nepudepuueckoii 061acTu ceT-
yaTKM, 3a IIpeaeaaMu Koablla, rmiaoTHocThb 'K mocre-
NeHHOo cHuxkaetcs 10 170—350/Mm? B6su ora serra-
ta (Curcio, Allen, 1990).

ITokazaHbl TakzKe pa3andus B IioTHocTU 'K pas-
HBIX KBaApaHTOB ceT4aTKu. B BepxHeit obiacTu cerT-
YaTKM IUIOTHOCTHh KJIETOK Ha 60% O0oJblle, 4eM B
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HxHel (Curcio, Allen, 1990). Kpome Toro, B Ha-
3aJIbHOI ITOJIOBMHE CETYATKM IJIOTHOCTH KJIETOK Ha
300% mnpeBbIlIaeT TUIOTHOCTh B TEMITOpPAJIbHOM MO-
JIOBUHE TIpU TeX K€ 3HAYEHMSIX 3KCLIEHTpUCHUTETA.
I1pu aTOM B Ha3aJIbHOI ITOJIOBMHE CETYATKM ITPU Me-
pexone OT LieHTpa K Iepudepun IMIOTHOCTb MEHEe
3HAUYUTEJIbHO CHMXKaeTcsl, YeM B TeMropajbHoii. B
TeMIIOpaJbHON TMOJIOBUHE TPagUEHT TUIOTHOCTU
LeHTp/nepudepusi coctapisieT 7/1, B Ha3aIbHO TTO-
noBuHe cetuatku 2.6/1 (Provis et al., 2005). OTHOCH-
TEeJIbHO MEHee 3HAYUTEIbHOE CHIDKEHHUE IUIOTHOCTU
KJIETOK B Ha3aJIbHOM ITOJIOBUHE CETYATKM YKa3bIBaeT
Ha BaXXHOCTb IETaJIbHOI OLIEHKU MOJ0XKEHMIS 00BEK-
TOB U IIapaMeTPOB MX ABIDKEHUS B TEMIIOPAJIbLHOM
MOJIyNoJie 3peHMsI TI0 CPAaBHEHUIO ¢ HA3aIbHBIM LIS
OPMEHTUPOBKH B IIPOCTPAHCTBE. ¥ MaKaK/ MpopuiIn
JUHUI onmHakoBol TutotTHocTU 'K, Kak u Kojbo-
YyeK, pacrosiaraloTcst He paavuajbHO BOKpYT ¢GoBea, a
CMellleHbl B CTOPOHY Ha3aJIbHOUM ceTyaTKu, Tae MX
JNeHAPUTHBIE TOJIsI UMEIOT MeHbIuit pasmep. [Tuko-
Bas tuiotHocTh I'K BeIsIBNEHAa Ha paccTosgHum ot 0.6
1o 1 MM ot ¢poBea.

M3BecTHO, uTo 'K ceTyatky pa3BUBaIOTCS paHb-
11I€ KJIETOK APYTrUX TUIIOB U UX pacTipeaesieHue MeHsI-
eTcs B MpeHaTaJbHOM Tiepuoae. Haubonbias miort-
Hoctb 'K y yenoBeka Habmomaercs Ha 17-if mpeHa-
TanbHOI Henene (B cpenHeM 20986—23474/mm?). Bo
BTOpPO#i TOJIOBUHE MpeHaTajJbHOro Iepuoia IUIOT-
HOCTb KJIETOK CHUXaeTcsl U K KOHILY 3TOro Iepuoja
cocrasiiser B cpeaHeM 2750/mMm?. TIpu 3TOM B niepu-
¢doBeaTbHOM 00J1aCTU CETYATKU TVIOTHOCTh OCTAETCS
BbICOKOH (18000—21000/MM?), a B (poBeabHOI 06-
nacTi yMeHbluaetcs 1o 2132/mm? (Provis et al., 2005).

TUITbl TAHTJTIMO3HbIX KJIIETOK

ITo MopdonaornueckumM mnpuU3HaKaM B CETYATKE
npuMaToB BbiaencHo 6ojee 15—20 tunoB I'K (Kolb
etal., 1992; Yamada et al., 2005; Thoreson, Dacey,
2019). Ha ToTayibHBIX TIJIOCKUX TIpeTiapaTax ceTyaTku
in vitro y MeHee TIOJIOBUHBI 3TUX TUIIOB KJIETOK MC-
cJIeOBaHbl TAKKe (PYHKILIMOHAJIBHBIE XapaKTePUCTU-
KU TIPU OJHOBPEMEHHOM UCHOIb30BAHUU KOMITJIEK-
ca MeTOJIOB (BBEIECHUE PETPOrPaIHO TPAHCIIOPTUPY-
€MbIX MapKepoB B MTOJKOPKOBBIE LIEHTPHI MPOEKIINit
BTUX KJIETOK, BHYTPUKJIETOYHOE OKpallluBaHUE KJe-
TOK M pEerucTpalys uX akTUBHOCTU Ha XpoMaTuue-
ckue u axpomartudeckue ctumyibl) (Dacey, 2000).
OTHOCUTEJIFHO HeTaBHO pa3paboTaHHEIN MeTox (ho-
TOOUHAMMYECKOTO OKpAIlIMBaHUsI KIJIIETOK PETPO-
rpagHO TPAHCIIOPTUPYEMBIM KOHBIOTATOM POAAMUHA
MO3BOJIUII OoJiee IEeTalbHO OLIEHUTH MOpdOIoruie-
CKME XapaKTePUCTUKU KIIETOK, MO3aMKy UX paciipe-
nIeneHusI, a Takke BeITBUTH HoBBIe THTIBI 'K (Dacey
et al., 2003).
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Puc. 4. Jlokanuzamnusi IeHIPUTOB HEKOTOPBIX TUTIOB TraHTIMO3HBIX KieToK (['K) Bo BHyTpeHHEM ceT4aTOM CJIo€ CeTJYaTKH

(amanitmpoBaHo u3 ctathu (Dacey, Packer, 2003).

a — kapymmkoBble I'K; 6 — mapaconbHbie 'K ¢ — rurantckue I'K; e — komouas mmpokast ['K; 0 — komoune y3kue I'K; e — men-
Kkas ouctpatudunmposanHas ['K; s — kpymHas ouctpatudunmpoBanHas ['K.

Kapaukosvie (midget) eanenuosuvie Kaemku

Hau6onee mHorouncnennsiit Tun I'K cocrassi-
IOT KJIETKW, Ha3BaHHbIE KapJUMKOBbIMU (puc. 4, a),
MOCKOJIbKY B LIEHTPE CETYaTKU pa3Mep UX INeHIPUT-
HBIX TToJieit cocTaBiisieT ToJibko 5—10 mxMm (Polyak,
1941). C 3KCUEHTPUCUTETOM pa3Mep UX MoJieil yBe-
JINYMBaeTcsi, Mpu BTOM YMEHbIIAeTcsl TJIOTHOCTh
kietok. Kapiaukossie I'K cocrasisior ~95% B hose-
aJbHOI oGiacTy ceTdyaTku U ~45% B nepudepun.
OTMeueHO, YTO pa3Mepbl IEHAPUTHBIX TTOJIEN KapiIUKO-
BbIX 'K y yemoBeka 1 Makaku He oTiMJalorcs. B 1eH-
TpaJbHOI YacTH ceT9aTKM YesioBeka (0—6 yriI. Tpam.)
pa3Mep AEHIPUTHBIX TMoJIell 3HAYNUTEJIbHO HE MEHSI -
ercsa. Ilpm skcueHTpucutete oT 2 10 7 MM (6—
25 yri. rpaj.) oH pe3ko yBennuuBaetcs B 10 pas, 3a-
TeM B JMara3oHe 2KclieHTpucutTera oT 7 10 20 MM
(25—75 yri. rpan.) yBeauuuBaeTcsl B 2—3 paza IIpu
3HAYUTEJbHOI BapuabeabHOCTU. B HazaabHOM KBaj-
paHTe CETYATKU ICHIPUTHbBIE TTOJIS U Tejla KapJIMKOBBIX
I'K meHbl1Ie, yeM B TemnopayibHoM (Dacey, 1994).

OCOOEHHOCTbIO OpraHu3aluyd BepTUKaJTIbHBIX
HEpOHHBIX CBS3eil B (hOBEAbHOM YacTU CETYATKU
SIBJISIETCS TIPSIMOIA MYTh U3 OTAEIbHOI KOJIOOUKM Ye-
pe3 KapJIMKOBYIO OUIIOSIPHYIO KJIETKY K KapJIMKO-
Boit I'K. Takue cBsI3u ObUIM HpPOCIIEXEHBI IIPX aHa-
Juze [onpaXxu mpenapaTtoB CeTYaTKW yesjoBeKka U
npumartoB (Polyak, 1941; Kolb, 1970). ITo MHeHUIO
IIposuc u coaBt. (Provis et al., 2005) mapasieabHbIe
U pasliesibHbIe TTYTU U3 OTAEIbHBIX KOJOOUYEK, KpoMe
BO3MOXKHOCTH YBEJIMYEHUS TNIOTHOCTU MEJIKUX KJIe-
TOK, OOECIeYrBalOT TaKXe COXPaHHOCTb HEPBHBIX
BOJIOKOH U CUHAINTUYECKUX KOHTAKTOB MPU CMeEIlle-
HUU TIOJIOKEHUSI KJIETOK B Ipoliecce oOpa3oBaHUs
¢doBeaTbHOI SIMKU.

CaelneHusI 0 TOM, 4TO B (poBea KaxKAbIil KapJIMKO-
BBII OMTIOJNISIPp UMEET BBIXOMA Ha OmHY Kapankosyio 'K,

OBLIM IIONTBEPXICHHBI B 3JIEKTPOHHO-MUKPOCKOIIH-
yeckux (OM) wuccrnemoBanusgx (Boycott, Wassle,
1999), omHAKO MpY 3TOM OBLIO TaKKe MOKAa3aHO, YTO
Kaxkaasi Koj10oyka UMeeT KOHTAaKThl, B OCHOBHOM C
nByms oumnonsspamu (Wassle, 2004; Tsukamoto, Omi,
2016). B ieHTpaJIbHOI YacTH ceTYATKU HA OTHY KOJI-
oouky mnpuxomurcs nBe-Tpu I'K (Curcio, Allen,
1990), B cpennem 2.4 'K (Drasdo et al., 2007), 2.6 TK
(Ahmad et al., 2003). Takkxe ompeneacHO KOJMYe-
CTBO KOJIOOYEK, MPUXOASIINXCSI HAa OOHY KapJIMKO-
Byto 'K B mepudeprun ceTyaTku: AECSITh KOIOOYEK
npu skcueHTpucutere ~3 MM (Tsukamoto, Omi,
2016), 12—19 koa604YeK MpU BDKCLUEHTPUCHUTETE
6.8 mMm (Field et al., 2010). YBenuueHue 3TUX 3HaUYe-
HUI MOXET OBITb OOYCJIOBJICHO KOHBEpreHIMEH
OoJrblIero Koamdectsa ounoirsipoB Ha 'K mmm KoH-
BEpPreHINEHN O0JIbIIIEeTO KOJINMIECTBA KOJIOOUYEK Ha OM-
nojisipHoi Kietrke. [lpm maeHTHM(UKAIIMKU KIESTOK
CeTYaTKM MaKaKU IIpY ITOMOIIY UMMYHOLIUTOXUMU-
YEeCKHX MapKepoB ObLIO BBISIBJIEHO, YTO OTHOIIIEHHE
KOJIMYeCTBa OUITOJISIPOB K KOJMYECTBY KOJIOOUEK He
MEHsIeTCsI TI0 BCell ceTuarke, Bapualuu oT 2.5 1o 4
(Wassle, 2004). I1pu aToMm B DM uccienoBaHUSIX I0-
KazaHo, 4To Kaxkmas Kapaukonas 'K, pacronoxeH-
Has Ha paccTossHuu ~3 MM (15 yri1. rpan.) oT LeHTpa
¢doBea, mosrygaeT BXOIbI HE OT OJHOIO, Kak B ¢oBea,
a OT YeThIpex KapJMKOBBIX ounoJsipoB (Tsukamoto,
Omi, 2016). BrisiBIeHHBIE MEJIKHE KJIaCTEPHI BETBJIC-
HUI B I€HIPUTHBIX NoJIsIx KapauKoBbix 'K, konmye-
CTBO KOTOPBIX (2—8) 3aBUCUT OT pa3MepoB JEHAPUT-
HOTO TOJIsI, TAKXKe YKa3bIBaIOT HA KOHBEPTEeHIIUIO O~
noysipHbIX KieTok (Dacey, 1994).

dyukumoHanbHble cBoiicTBa 'K B 3HaUNTEIBHOI
Mepe 3aBUCST OT BXOJTHBIX OUITOISIPHBIX KJIIETOK, KO-
TOpBIE pa3feasioTcsT Ha on- W off-TUIIBI, pa3andaro-
IIecsT COCTAaBOM TITIOTaMaT-pelleNTOpOB HAa WX TO-
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BEPXHOCTH, CTPYKTYpPOM CHHAIICOB C KOJOOYKaMU
(mmockue M MHBAarMHUPYOIIKME), TJIyOMHOI pacIio-
JIOXXEHHUS TeJl KJIETOK B CJIO€, YYBCTBUTEILHOCTHIO K
pa3HBIM UMMYHOLIMTOXUMWYECKUM MapKepaM, CTpa-
TudukKaimeit akcono Bo BCC, a Takke TUTIOM peak-
L1iT Ha OCBellleHNE U 3aTeMHeHMe (DOTOPELIeIITOPOB-
Konbouek. bumonsaper off-tmna, kak m ¢poTopenen-
TOPBI, TUIEPIOJISIPUIYIOTCS ITPU OCBEILICHUY 1 IEIT0-
JISIPU3YIOTCS P 3aTEMHEHUM, Y OUIIOISIPOB ON-TH-
I1a BBI3BIBAIOTCSI IPOTUBOIIONOXKHEIEe peakiinmu. [1po-
BEJCHUE CHUTHAJIOB OT KOJOOYEeK K OuIlojsipam
MOIYJIUPYETCSI TOPU30OHTAILHBIMU KJIETKAMU (TOPMO3-
HbIE MHTEPHENPOHHI), KOTOPhIe 00ECIeYMBAIOT JaTe-
paibHBIE CBSI3U MexXay (oTtopenenTopamu. Benen-
CTBUE 3TOTr0 OUIIOJISIPEI ITPUOOPETAIOT AHTATOHUCTHYC-
ckyio crpykrypy PII nenTp/nepudepus (Dacey et al.,
2014; Wool et al., 2018). AKcoHbI outiosisipoB off- 1 on-
TUIIOB PacHOJIOXEHBI B pa3HbIX IojioBuHax BCC. Y
KapaukKoBbiX I'K meHmpuTHBIE BETBICHUS TaKXKe JIO-
KaJIM30BaHbl B BEPXHEN WJIM B HWXKHEU ITOJOBUHAX
3TOTIO CJIOSI, 3TO MOHOCTPATU(PUIIMPOBAHHBIEC KIICTKI
(puc. 4, a). B 3aBUCMMOCTH OT TOTO, B KAKOM ITOJIOBH-
He BCC menmputhl KapankoBbix 'K oOpa3yioT KoH-
TaKThI C aKCOHAMU OUITOJISIPOB, IIPOUCXOIUT (POPMU-
poBaHMe IBYX TUIIOB KapinKoBbIX I K: k1eTku ¢ on-
neHtpoM PIT u off- mepudepmeit u kimetku ¢ off-11eH-
TpoM U on-Tiepudepueit. M3BecTHa JIOKAJTbHOCTh
KOHTAKTOB OUITIONSIpOB U KapauKoBbix ['K: ~70% ak-
COHHOTO T10JI51 OMITOJIsIpa MEPEKPHIBACTCS C IEHAPUT-
HBIM TToJIeM KapiukoBoit 'K (Jusuf et al., 2006).
TakuMm ob6pa3oM, pasmeneHue 3pUTEIbHBIX IyTei Ha
napajuiebHble on- 1 off- KaHaJIbl 1 aHTarOHUCTUYE-
CKH€ OTHOIICHUSI MeXAy HUMM, C(pOpMUpPOBAHHEIC
Ha YpOBHE IIE€PBBIX CUHANTUYECKIX KOHTAKTOB KJIe-
TOK Hapy>XHOI'O CETYaTOro CJIOsl, COXPaHSIOTCS B
cinoe I'K.

Mo3zauku AeHAPUTHBIX Mojeil KapiukoBbiXx 'K
off- u on-tumos pacnonoxeHsl B0 BCC npyr momn
npyroM. [1pu 3ToM IeHAPUTHBIE TT0JISI COCEAHUX KJle-
TOK B BTUX MO3auKax He IepeKpbiBaloTcsi. DakTop
MOKPBITHS CeTYATKU (TNIOTHOCTh KJIETOK, YMHOXEH-
Has Ha pa3Mep AEHIPUTHOTO T10Jis1) Y 000UX DTUX TH-
1oB KJeTok <l. 3HaueHue akTopa, paBHOE €AUHM-
1ie, O3HaYaeT HawIyydlllee MOKpbITHE Oe3 mepeKphiBa-
HUS M HE3AIMOJHEeHHBIX (ITYCThIX) YYaCTKOB MEXIY
Humu. I[IpocrpaHcTBeHHOe pachpeneneHue off- u
on-kapiaukoBbix 'K ornnyaercs. B ¢oBea u mapacdo-
Bea ceTyaTKHU YeioBeKa U MaKaku He ObLJIO BbISIBJIEHO
paznuuuii B mioTHocTy 3Tux TmunosB 'K (Ahmad et
al., 2003). OgHako B 00JIaCTM 3KCLIEHTPUCHUTETA OT
2 mo 15 MM (T.e. IpU yOAJIEHHOCTH OT LieHTpa (oBea
Ha OoJjiee 5 yrjl. rpal.) pa3Mmep ASHIPUTHBIX MOJIEH y
off-I'K Ha 30—50% menble, yeMm y on-I'K, mosromy
moTHOcTh off-I'K GombIlle; OTHOIMEHME TNIOTHOCTH
kiaeTok off/on B mepudepumn cocrasisier 1.7/1
(Dacey, 2000).

B ueHTpanbHOli M mepudepudeckoid 3oHax PIT
kapaukoBbie 'K pearmpyloT Ha CTUMYyJbl pa3HbIX
IMara3oHOB CIeKTpa — IIMHHOBOJHOBOro (L) m
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cpenHeBosHOBOTO (M). C y4yeTOoM 3THUX CBOIICTB B
ceTyaTKe IMPENCTaBICHO YeThIpe TUIMA KapJIMKOBBIX
I'K: L(on)/M(off), L(off)/M(on), M(on)/L(off),
M(off)/L(on). DkcriepruMeHTaIbHO HOKAa3aHO, 4TO
LIBETOOIITIOHEHTHOCTh Y KapJIuKoBBIX 'K obecrieun-
BalOT aHTAarOHUCTUYECKUE OTHOILICHUST MEXIY 30Ha-
mu PI1, dopMupyemMble TIpM yJ4acTUW TOPU30OHTAITb-
HBIX KjIeTok (Dacey et al., 2014; Wool et al., 2018).
OnHako y KapaukoBbix 'K mepudepun cetyaTku
1IBETOOMNIOHEHTHBIE OTBETHI OOHAPYXXEHbI TOJBKO Y
yacTu KjeTok. IIpenronaraercsi, 4To 3To 00yCJIOBIE-
HO CyMMUPOBaHMEM CUTHAJIOB OT 000MX TUIIOB KOJI-
Oouek B yBelmueHHOro pasmepa 3oHax PII (Dacey,
Packer, 2003). Kpome Toro, B manpHeit mepudepun
cetyatku ~10% on-kapnukoBbix 'K momygaror Tak-
K€ BXOIbI OT KOPOTKOBOJHOBEIX (S) kojyoouek (Field
et al., 2010).

KapnukosbiMm 'K xapakTepHbl TOHUYECKUE peaK-
LIMM Ha BKJIIOYEHUE U BBIKJIIOYEHVE CTUMYJIOB, OHU
¢J1abo pearupyroT Ha HU3KOKOHTpacTHbIE (<5%) cTu-
MYJIbI, a IPY OOJIBIIUX KOHTPACTaX B UX UMITYJILCHBIX
peak1lusX HachlllleHUe He HaOmonaetcs. [1pu BBene-
HUM PETPOrpajHO TPAHCIIOPTUPYEMBIX MapKepoB B
HapyxHoe kojieHuyaToe Tejio (HKT) 6b110 mokasaHo,
yTo KapsinkoBble ['K mpoelnupytoTcsi B MEJIKOKIETOU-
HbI€ (IapBO) CJIOU, B KOTOPBIX UIEHTU(MDUIIMPOBAHBI
LIBETOOMITOHEHTHbIEC KJIeTKU ¢ MeakuMu PII. B atu
ciou mipoerupyetrest 80% I'K cetuatkm (Perry et al.,
1984). IloBpexneHue MeaKokaeTouHbIX caoeB HKT
MPUBOAUT K CHUKEHUIO OCTPOTHI 3pEHUsI, Hapylle-
HUSIM LIBETOBOTO 3pEHMUsI, a TAKXKe BOCTIPUSITUIO Bpe-
MEHHBIX HU3KOYACTOTHBIX U IPOCTPAHCTBEHHBIX Bbl-
COKOYACTOTHBIX CUTHAJIOB.

Ilapacoashbie (parasol) eanenuosnvie Knemku

OT1H KIeTKU Ha3BaHbI napacoibHbiMU (I1T'K), Tak
KaK Ha THCTOJIOTUYECKMX IIperiapaTtax OHM ITOXOXH
Ha packphbIThlii 30HTUK (T1apacoib) (Polyak, 1941).
Bo Bcex ygacTkax ceT4aTKW pasMepbl TeHIPUTHBIX
noseii [1T'K npeswimmarot pa3mepsl KapanuKoBeix 'K,
YTO JaJI0 OCHOBAaHUE JIsl BbIACICHUSI UX B OTIEJIb-
HBIH TUT. DTU KJIETKU B CeTYaTKe YeJI0BeKa 1 IIprMa-
toB cocTaBiisioT ~10% I'K. TII'K — moHOocTpatudu-
LIMPOBaHHbIEC KJIETKU, UX NIEHIPUTHI BETBSITCS B BEPX-
Heil wim HuwkHeil monoBuHax BCC (puc. 4, 06).
Hennputasie o I1I'K yBeanmunBaroTcs ¢ 3KCIIeH-
TPUCUTETOM, HO B Ha3aJIbHOM YaCTU CeTYATKU MO
UMEIOT MeHbIINI pa3mep. I1o cpaBHEHUIO ¢ Kapiu-
koBeIMU 'K pasmep nennputHbix moneit IT'K meHee
3HAUYUTEJIbHO YBEJIMYUBACTCSA C SKCIEHTPUCUTETOM
(Dacey, 2000). B ceTuaTke 4enoBeKa IIpy 9KCIUEHTPU-
cutete 3 yriI. rpan. (1.4 mm) nenaputHbie moiist ITIK
MpeBbIIIAIOT pa3Mepbl Mosieil KapaukoBblix 'K B
10 pa3 1 TONBKO B 3 pa3a mpu SKCIEHTPUCUTETE
50 yr1. Tpand., TO3TOMY ITpeariojiaraeTcsl, YTo B IIeH-
TpajbHOU YacTu ceTyaTku KonudecTtBo [1T'K B 30 pa3
MEHBIIIe, YeM KapJIWKOBBIX. ¥ MaKaKW ACHIPUTHBIC
nonst IITK MmeHpllre, 9yeM y 4dejoBeka, MpU 3TOM B
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LIEHTPE CETYATKU MPU SKCHESHTPUCUTETE 5 yIJI. rpai.
oHu MeHble Ha 90%, B nepudepun — Ha 20%. Ipen-
MoJiaraeTcsl, YTO y MaKaKu, 1o CpaBHEHUIO C YeJIOBe-
koM, T1I'K 00ycnoBaInBarOT OTHOCUTEIBHO OOJIBIITYIO
MMPOCTPAHCTBEHHYIO pa3pellaollyio ClIOCOOHOCTh U
MEHbIIYI0O KOHTPACTHYIO 4yBCTBUTEILHOCTE (Dacey,
2000).

B uentpanbHoil cetuatke III'K cocraBmsior 5—
8% I'K, B mepudepun — ~20% (Dacey, 2000). B ot-
Judyre oT KapaukoBbix 'K, momyyaronux BXoabl OT
KapJIMKOBBIX OunoisipHBIX KieTok, I1T'K momydyaior
BXOJBI OT TN (PY3HBIX OUTIOISIPHBIX KJIETOK, KaxKIast
U3 KOTOPBIX KOHTAKTHUPYET B HAPY>KHOM CETYATOM
cioe ¢ 5—10 xonboukamu (Jacoby et al., 1996; Tsuka-
moto, Omi, 2016). C yueToM KOHBepTreHLMU Oud-
¢y3HBIX OuMoJsIpoB otaeibHas doBeanbHas TITK
noaydaeT curHaiiel oT 30—50 kombouek. Kpome Toro,
INT'K momygaeT B 10—15 pa3 OoJrbIie BXOIOB OT MaJIO-
yek, yeM kKapymkoBas 'K (Goodchild et al., 1996).
bonpmmmHcTBO ITIT'K  WMMeeT KOHLEHTPUYECKYIO
ctpyktypy PII ¢ on- m off-anTaronmcrmiyeckuMu
30HaMu leHTp/nepudepus. Ilpu wucciemoBaHUU
cBoiicTB I1I'K MeTonoM mmaTu-Kiaamiia mokKa3aHo, 4To
crpykrypa nx PI1 chbopmupoBana nmpecmHaIITUIECKHA
U mnepeaaercsi myTeM MOIYJISILIMU BO30YXXKIAMoIIeTo
BXOJa OT OMIToyIsIpHBIX KJTeToK (Dacey et al., 2014).

CnekrpajbHasi YyBCTBUTEIILHOCTb LIEHTPaIbHOMI
n riepndepnyeckoii 301 PIT I1I'K, koroprie mmonyya-
10T curHajibl oT L- 1 M-KoJibouek, He pa3iudyaeTcs,
IMO3TOMY 3THM KieTKu axpoMaTtudHbl (Dacey, 2000).
HecMoTpst Ha TO 4TO y HEKOTOPHIX TUIIOB OMITOJISI-
poB, KoHTakTupyloumux ¢ III'K, o6Hapy>KeHbI cCHAaTII-
cbl ¢ S-xon6oukamu (Tsukamoto, Omi, 2016), B pu-
3MOJIOTMYECKMX OIThITaX II0Ka3aHO, YTO BKJIAM S-KOJI-
oouek B orBeThl III'K He3nauumtTeneH (Sun et al.,
2006). IITK Moryt nepegaBaTh MHGOPMALIVIO O JIO-
KaJIbHBIX Pa3JIMYMSIX B OCBEIIIECHHOCTH, CPAaBHUBAS €€
Mexny 3oHamu PII, T.e. saBasiorcsa dusnogoruye-
CKOIi OCHOBOI KaHajla ocBellleHHOCTH. OTMEUYeHO,
yto B HKT axpomatuynsie I1T'K mmonyyaror 10% Bxo-
noB u3 S-kojioouek (Chatterjee, Callaway, 2002).

III'K xapakTepeH ¢ha3uyecKnii TUIT OTBETOB Ha
MpeabsBIcHNE CTUMYJIOB. [1o cpaBHEHUIO ¢ KapJIMKO-
BeiMu 'K oHI pearpyroT 1 Ha HeOOJIbIINe N3MEHEHMST
KOHTpAacTa CTUMYJIOB, T.€. Yy HUX 0oJjiee BBICOKasT KOH-
TpacTHasi 9yBCTBUTEILHOCTD, YTO OOBSICHSIETCSI OTHO-
CUTEIbHO OOJIBIINM pPa3MEpPOM LIEHTPAJIbHOM 30HBI
ux PIT (Chichilnisky, Kalmar, 2002). BcaenctBue
0OJIbIIICiT TOMIIMHEI aKCOHA, CKOPOCTh IIPOBEICHUS
CUTHAJIOB y 3TUX KJIeTOK Takke 6ombire. I1I'K ayB-
CTBUTEJILHBI K BPEMEHHOM 4acTOTe CTUMYISLIUUA O
35—40 I'u, mpu 3TOM MaKCUMaJIbHbIC OTBEThHI HA0JII0-
nmaiorcs B puanaszoHe oT 10 mo 40 I'm (Dacey et al.,
2014).

B Mopdonornmueckux ncciaeoBaHUSIX BBISIBIICHBI
pasnuuus mexay on- u off-tunamu INT'K. Y on-TITK
¢doBeanbHON U TepUPEepUISCKON YacTeil CceTYaTKU
no cpaBHeHuio ¢ off-TII'K pasmep meHApUTHBIX TTO-

neit Ha 30—50% 6oabire (Dacey, 2000). B ¢pusunomno-
IMYECKUX IKCIEPpUMEHTaX MOKa3aHo, YTO U pa3Mep
PI1y on-IITK 1a 20% Go:blire, a TaKKe ObICTpee TH-
HaMWKa OTBETOB U MeHbIe Ha 10—20% raTeHTHBII
nepuon peakuuii, yem y off-ITT'K (Chichilnisky, Kal-
mar, 2002). Paznuuust mexay on- u off-I'K moryr
MMETH CBSI3b C pa3HOI pa3pemiapiieii CHOCOOHOCTHIO
U YyBCTBUTEJILHOCTBIO K MUHKPEMEHTAM U €KPEMEH -
TaM OCBellleHHOCTU. TeM OoJjiee U3BECTHO, UYTO B Ha-
TYpaJIbHOI cpefie COAEPKUTCS OO0JIblile HETaTUBHBbIX,
yeM MO3UTUBHBIX MeperanoB KoHTpacTta (Balasubra-
manian, Sterling, 2009).

IMTapaconsHbie 'K mpoenupyroTcs: B KpyITHOKIIE-
touHble (MarHo) ciion HKT u cocrasisior 5—10%
I'K, akcOHBI KOTOPBIX HaIlpaBJeHbl HA 3Ty CTPYKTY-
py. I[Ipu 3TOM B hoBeaTbHOM YaCTU CETIATKU TaKue
perporpagHo okpameHHbIe 13 HKT xiaeTkn He OB
OOHapy>KeHbI UJIU BBISIBJIEHO HE3HAYUTEIbHOE UX KO-
suyectBo (Perry et al., 1984). B mapadoBea y makaku
takue 'K cocraBnstior 26%, 4To OBLUIO ITOKAa3aHO B
paHHUX ucciaenoBaHusIXx npoekiuii. [ToBpexaeHue
marHo-ciaoeB HKT BbI3bIBaeT CHMKEHUE UyBCTBH-
TEJTbHOCTU K BHICOKMM BPEMEHHBIM U HU3KUM IPO-
CTPaHCTBEHHBIM YacTOTaM.

Kak u y xapnukoBbix 'K, konTakTer I1I'K on- u
off-TMIIOB C BXOTHBIMH OUITOISIPHBIMY KJIETKAMU JIO-
KaIu3yroTcs B pa3HbiXx nojioBuHax BCC (puc. 4, 0).
OpnHako y I1T'K 3TH KOHTaKThI pacIiojioXXeHbl OJIrKe
K cepennHe ciost (Jacoby et al., 1996; Perry et al.,
1984; Tsukamoto, Omi, 2016). DTo yKa3bIBaeT, 4TO B
npeneiax Kaxaoit mojosruHbl BCC npocTpaHCTBEH-
HO pasnenaeHbl KOHTAaKThI ¢ onmoisgpamn y 'K, BeIxo-
bl KOTOPBIX HAIlpaBJeHbI B MarHo- WJIW B MapBO-
ciou HKT. UmMmerotcs cBegeHUsI O TOM, UTO U Teja
I'K, oTHOCSIIIMXCS K TTapBO-CHUCTEME, TI0 CPABHEHUIO
C KJIETKAaMHW MarHO-CUCTEMBbI, PacOJIOXKEHbI B CJI0€
I'K ry6xe, T.e. OTHOCUTENBHO Aajblile oT (hoTope-
LICTITOPOB.

MAJIOYMCIEHHBIE TUITIbI TAHITIMO3HbIX
KIJIIETOK CETYHATKH

IMpumepno 10% I'K ceTyaTKu mpencTaBIeHBI pa3-
HOOOpPa3HBIMU THUIIAMM KJIETOK I10 MopdoJiornde-
ckuMm npusHakaMm (Polyak, 1941, Dacey, 1999; Yama-
daetal., 2005). 3HaunTeIbHAS YACTh KJIETOK 3TUX TH-
OB MMeeT OOJIbIION pa3Mep NEeHAPUTHBIX IoJieit
(wide field). B 3aBUCUMOCTHU OT XapaKTepa BETBJICHUS
nenaputoB Bo BCC atu keTku pasaeieHbl Ha TpU
TUIIA: MOHOCTPAaTU(DULIMPOBAHHbIE, OUCTpaTUPUIIN-
poBaHHbIe U nUddY3HBIC, IEHAPUTHI KOTOPBIX BET-
BSITCSI 11O BCEil IIUPUHE 3TOTO CJIOSI.

Monocmpamughuyuposantvie eaneauo3nble Kiemku,
aKcnpeccupyrouue MeaaHoncuH

B ranrinuo3HoM 1 Bo BCC ceTuaTku oGHapyKeHbI
BHyTpeHHe ¢oTouyBcTBUTENbHBIE [ K, KOTOpBIE cUr-
HaJIU3UPYIOT 00 U3MEHEHUSIX OCBEIIIEHHOCTH CPe/lbl
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CTPYKTYPA CETYHATKMU TJIA3A

U CUHXPOHU3UPYIOT LUPKAAHbIE PUTMBI C LIUKJIOM
neHb-HoUb. OTH KieTku (MI'K) conepxar hoTomnur-
MEHT MEJIAHOTICUH U TeHEePUPYIOT OTBETHI BHE 3aBU-
CUMOCTH OT BXOJOB OT HEHPOHOB CETYATKU IPYTUX
tunoB. MI'K cocrapnsitor 0.2—1.5% ot obiiero Ko-
muuectBa 'K n mpoenmpyrorcst B HKT, npetektym,
cynpaxua3MaTHIecKoe siapo, BepxHee apyxommue (B/1).
B ceTuaTke yenoBeka odoHapyxkeHo 7283 £ 237 MI'K
(Hannibal et al., 2017), ux JIOTHOCTb B LIEHTPE CET-
yatku coctapisger 30—35/mm? u 7—10/Mm? B riepu-
¢epuu (Curcio, Allen, 1990). ¥V makaku ux miot-
HOCTb B tapadosea coctasisieT 20—25/MM? U CHIKA-
erca K rnepudepun o 5/mm? (Liao et al., 2016).
ITnotHocTs MI'K Gosbllle B HAa3aJbHOW YacTU CET-
YaTKM.

ITo mopdonornueckoit knaccupukanuu k. MI'K
OTHOCUTCS TUII TUTAHTCKUX KJIETOK (giant very sparse)
ceT4YaTKM 4ejioBeKa (puc. 4, 8), a TakKe OOJIbIINE U
MeJIKMe OUYeHb PEAKO BeTBsluecs Kietku (large and
fine very sparse) ceTyaTKu Makaku. JleHIpUTHBIE 10~
g MI'K 3HauMTenbHO IMpPEeBBILIAIOT pa3Mep IoJjeit
IIT'K u 6uctparudunupoBanHbeix 'K, BOm3u posea
oHu OoJbIne B 7—8 pa3, B nepudepun B4—5 pas (Liao
et al., 2016).

Brigsiaeno nBa tunma MI'K, neHOApWTHI KOTOPBIX
BeTBSTCS B BepxHeii (off) uiau B HUxKHeii (on) 1moJjio-
BuHax BCC (Hannibal et al., 2017; Dacey et al., 2005).
B ®M uccnenoBaHMUAX ¢ KUCHOJIb30BAHNEM UMMYHO-
HUTOXUMUHN Y 00oux TUIoB MI'K BBISIBIIEHBI BXOIbI
oT nuddy3HBIX on-ounosipoB Turna DB6, KoTophie
MMEIOT KOHTAaKThl C KOPOTKOBOJTHOBBIMU S-KOJIOOY-
kamu. Y MI'K ¢ BepxHUMU AeHIPUTHBIMU BETBICHU -
SIMU OOHApPYKEeHbI BXOABI OT OOHNAMWHEPIrAYECKUX
AK. Y MI'K ¢ HIKHUMHU DEHIPUTHBIMA BETBICHMUS -
MU BhIsiBIeHBI BXoAbl oT AK Tuma All u majoukoBbIX
OUITONISIPOB, a TAKXKE 3JICKTPUUECKIE CUHATICHI C APY-
rumu MI'K u AK (Liao et al., 2016; Hannibal et al.,
2017). [Mpu atom y 11% MI'K, umeromux 1eHAPUTHI B
on-ntojioBuHe BCC, obHapykeHbl KoJulaTepall aK-
COHOB, HaIlpaBjJeHHBIe B Off-IOJIOBUHY 3TOIO CJIOSI.
Ilpennomaraercst, YTo OHU OOECIICUNBAIOT TTOJIOXKM-
TEJIbHYI0O OOpaTHYIO CBS3b Iepeladyd CHUTHajJIOB 00
ocBemeHHOCTH OT MI'K K HelipoHaMm ceTuaTK yepe3
nonmamuHepruyeckue AK (Dacey, 1994). ¥V MI'K
TaK>Ke BBISIBJIEHBI TOPMO3HBIE BXOIBI M3 MYJILTUCTPA-
TudnmmpoBaHHbIx AK, sKkcnpeccupyionmx HeMpo-
nenTun cekperoHeiipuH. Ilockonbpky 3t AK moy-
YaloT BO30YXKIaIOIIre BXOALI OT S-on OUIIOJISIPOB,
MpeIIToaraeTcst, YTo OHM MOTYT OITocpeaoBaTh S-off
otBeThl y MI'K (Bordt et al., 2017).

@dyukumoHanbHEIe cBolictBa MI'K ObLIM M3yye-
HBI B MOPDOPU3NOJIOTTIECKNX MCCICTOBAHNSIX TH-
TFaHTCKUX KJIETOK CeT4yaTKM yejgoBeka. OOHapyKeHO,
YTO KpOMe BHYTPEHHEN (POTOUYBCTBUTEIBHOCTU, 3TU
KJIETKA aKTUBUPYIOTCS MPU CTUMYJISLIMU MaJIOYEK U
KoJIOOUeK, uMeloT 1BeToonnoHeHTHbIe PIT Ttuma
S-off/(L + M)-on. B coBokynmHocTu y 3tnx MI'K
KOMOWMHUPOBAHNE OTBETOB, OOYCIOBJICHHBIX MeJa-
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HOIICMH-aKTUBHOCTBIO, ¢ oTBeTaMu (L+M) koibo-
YeK 1 Majo4YeK 00ecreyrnBaeT CUTHAJIBI 00 OCBEILIEH-
HOCTU BO BCEM OMHAMUYECKOM Auaria3oHe 3peHUst
yenmoBeka (Dacey et al., 2005).

Konrouue (thorny) monocmpamuguyuposarHoie
2aH2AUO03Hble KAemKU

DTH KIIETKU ObUTA OOGHAPYKEeHBI B CETYATKE YEI0-
BEKa, MaKaK/{, MAapMO3E€TOK U BbIICJICHBI B OTIACIb-
HBII TUIT 110 MOP(OJIOrMYecKUM IIpu3HakaMm. [is
HUX XapaKTePHbI IeHAPUTHBIE TTOJISI CPEIHETO pa3zMe-
pa (B cpeaHeM 517 MKM) ¢ MHOXXECTBOM TOHKMX I -
MMUKOITOAOOHKIX BeToueK. Koimoune KJIeTKu pasiv-
YalTCd XapaKTepoM BeTBIIeHUs 1eHapuToB Bo BCC.

Y KIETOK OZHOIO TUIIAa — IIMPOKHE KOJIIOUMe
(broad thorny) (puc. 4, 2) — IeHAPUTHL OTHOCUTEILHO
mupoko BeTBiaTcs B cepenuHe BCC (Yamada et al.,
2005; Chandra et al., 2017). 9Tu KJIETKHA COCTaBJISIIOT
TOJIBKO ~1% I'K 1 mpoeinpytoTcs IpeanoYTUTEIbHO
B KoHMOKJIeTouHbI ctoit K3 HKT u BJI (Percival et al.,
2014). B snekTpodr3noI0TUIECKIX UCCASI0OBAHMUIX
CeTYaTKM MaKakKu ObLIO ITOKAa3aHO, YTO OHU MMEIOT
PI1 ¢ on-off ieHTpasibHOI1 30HOIT U CUJIBHOM TOPMO3-
HoI1 mepudepucii, pearupyioT Ha JABMXKYIIIAECS CTU-
MYJIbI, HO He M30MpaTelbHO K OpMEHTAllMM U Ha-
npaBjieHulo ABWXeHUus. [lpeamnonaraercsi, 4To 3TH
KJIIETKM YYacCTBYIOT B 3PUTEIBHO OIIOCPEIOBAaHHBIX
MOTOPHBIX peakLMsIX ciiexkeHus 3a 1enbio (Puller et al.,
2015).

V KJIeTOK ApYroro Tuna — y3Kue KoJiouue (narrow
thorny) (puc. 4, d) — neHAPUTHI OoJjiee JTOKAJIbHO BET-
BSITCSI B BepxHeil mim HrkHei rmonoBuHax BCC (Ya-
mada et al., 2005). ¥ MapM03€eTOK 3TU KJIETKU MOy~
YarT OCHOBHOM JTOMUHUPYIOIIUI BXod OT Auddy3-
HbIX OunonsipoB Ttuna b6 u mnpoeuupyroTcs
npeanoyTuteabHo B KoHno-cioit K1 HKT. M3Bect-
HO, u4To B cioe K1 pacnosioxXeHbl KIeTKU, YYBCTBU-
TeJbHBIE K OBICTPBIM OVDKEHUSIM CTHUMYJIa, OHM I10-
CBhUIAIOT IMTPOEKIIMU B IEPBUYHYIO 3pUTEJIBHYIO KOPY,
a TakKxKe MPSIMO B aCCOLIMaTUBHbBIE 3pUTEIbHBIE TTOJISI.
[Ipenmoiaraercs, YTo 3pUTEIbHBIN ITyTh U3 OUITIOJISI-
poB J1b6 uyepe3 y3kue komoure 'K B KoHMO-ciioM
HKT yyacTByeT B o6ecniedeHMM OCTaTOYHOTO 3pEHUS
(“blindsight”) (Percival et al., 2014).

Thadkue (smooth) monocmpamuguyuposarHole
2aH2AUO3Hble KAemKU

Oto HoBbwil Tl 'K, KOTOpEIT ObLT OOHAPYKEH B
ceTyaTKe MaKakKy IIPY MCIIOJIb30BaHUM OoJiee UyB-
CTBUTEJILHOTO METOJIa PETPOTPATHOTO OKPAITMBAHUS
KiIeToK pomaMuH nekcrtpaHoMm (Dacey et al., 2003;
Crook et al., 2008). Onu cocrasnstior ~3% I'K u ripo-
euupytlorcsa B HKT u BI. ITo cpaBHeHuto ¢ IIT'K atu
I'K umeror MeHbLIMIT pa3Mmep Tea, Oojee IIaaKue
JIeHIPUTHBIC BETBU, OOJiee TOHKWI akKCOH M B 1.5—
3 pasa 6oJiblLIUii pa3Mep AeHAPUTHOro aepeBa. Kak u
y IIT'K, nenaputel rmagkux I'K mokann3zoBaHbI BOJIM-
3u cepeanHbl BCC B BepxHeit (off) mimm B HMKHEH
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(on) monoBuHax. Ilo ¢pyHKIIMOHATBHBEIM CBOMCTBAM
rnagkue kieTku cxogHbl ¢ IIT'K, onn umeror PIT ¢
LICHTPAJILHOM U IepudepruecKoi 30HaMU, CyMMU-
pyoT otBeTBI M- m L-Kombouek, y HUX BBICOKMIA
YPOBEHb CIIOHTAHHOM M BbI3BAHHOM AaKTHUBHOCTH,
BBICOKasi KOHTpPACTHasI 1 BpEMEHHO-4aCTOTHAsI UyB-
CTBUTEJILHOCTh, HEIMHEHHOCTbh IMPOCTPAHCTBEHHOM
cymmanuuu Y-turna. Ilpenmonaraercs, yro tTakue I'K
MPEeACTAaBIISIIOT APYroit mapasienbHbiid myTh B HKT n
B/, ornuyaromuiics oT y:Ke M3BECTHOIO ITyTU U3
II'K.

Tupasnudosvie (garland) monocmpamuguyuposartuie
2aH2AUO3HbIE KAeMKU

Taxkune KIIeTKM naeHTUGUIINPOBAHEI B (poBea ceT-
yatky Ha ['onpmxu npenapatax (Polyak, 1941; Kolb
et al., 1992) u 3a npeaenamu oBea pU BHYTPUKIIE-
TOYHBIX UHBeKIUIX MapkepoB (Dacey, Packer, 2003;
Yamada et al., 2005). Pazmep ux geHAPUTHBIX OIS
3aHUMAaeT MPOMEXYTOYHOE ITOJIOKEHNE MEXIy Kap-
mmkoBeiMU 'K 1 TII'K. B OM nccnenoBaHUSIX BBISIB-
JIEHO, YTO 3T KjIeTKU, Kak u [1T'K off-Tuna, mosyuya-
IOT BO30yXAaoIre BXoIbl oT Aud¢y3HbIX off-6mIro-
nsspoB JIb2 n IB3, KoTophle MMEIOT KOHTAKTHhI C 5—
7 KonboukaMu, BKJo4ast S-Kojioouku. OgHaKo B OT-
mmune oT IITK y Hux B 2 pa3a 6oJibllle KOHTaKTOB C
oumnonsspamu truita b2 (67%), uem ¢ J1b3 u 6ombiie
koHTakTOB (70%) ¢ AK. Ilpenmoiaraercsi, 4TO0 3TU
axpomarnueckue off-I'K siBisioTcst neTekTopamMu Jio-
kanbHOro Kpas (Calkins, Sterling, 2007). LlenTpanb-
HbIe TIPOeKINU U GYHKIIMOHAJIBbHbIE XapaKTepUCTH-
KU 3TUX KJIETOK MTOKA HEU3BECTHEI.

bucmpamugpuyuposannsie (bistratified) eanenuosnvie
Kaemku

buctpatudunponannsie Kietku (BI'K) umeror
JIBe JEeHIPUTHEBIC BETBU BOJIM3M BepxHeil M HIDKHEN
rpanuir BCC, mpuyeM nnamMeTp IeHIPUTHBIX BETBIIE -
HUI1 B ON-TMIOJIOBUHE 3TOTO CJIOSI OTHOCUTEIBHO 0OJIb-
me. Beigeneno nsa Tuna bI'K — Menkue u KpynHbie
(puc. 4, e, oc), KOTOpbIE OTIMYAIOTCS pPasMEpPOM
neHnputHbeix U PII, omHako ux (byHKIMOHaJIbHbIE
CBoOIiCTBa He pasnuuarorcsi. Haubonee ncciaenoBaHbl
menkne BI'K. B 1ieHTpanpHOI 9acTM ceTYaTKUA 3TH
KJIETKU cocTaBisior 1—3%, B nepudepuu 1o 6—10%
(Calkins et al., 1998). Mo3zauka pacnipenenenusi bI'K
B CeTYaTKe COBMAMACT C paclipedesiecHueM S-K0JI0o-
YeK, Y KOTOPbIX MaKCUMaJIbHAasl TNIOTHOCTh HaOJIIO-
JIaeTCs IIPpU SKCLEHTpUCUTETE B o0acTtu 1 yIii. rpan.
(Curcio et al., 1991). Pazmep neHAPUTHOTO I10JIST KJIe-
TOK yBeIuuuBaeTcst oT 50 MKM B LIEHTPE CeTYaTKU 10
400 MxM B ganbHeli niepudepun, pakTop MOKPHITUSI
cetyaTku ~1.8. ¥ Makaku nmaMeTp ASHIPUTHBIX 110~
Jieit 5TUX KaeToK Ha ~20% MeHBIIIE, YeM Y YeJIOBEKa
(Dacey, 2000).

I1pu BHYTPUKIIETOUHOM perucTpaliii aKTUBHOCTU Y
oboux TunoB bI'K HaGa0ma0TCSI BO30YIUTEILHBIC
OTBETHI HA ON-CTUMYJISILIMIO B KOPOTKOBOJTHOBOM JIMA-
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MMa30He CMEeKTpa, K KOTOPOMY UYBCTBUTEIbHBI S-KOJI-
00uKH, a TaKkKe off-0TBeThl HA KOMOMHUPOBAHHYIO CTH-
MyJISILIMIO B cpenHeM (M) u immHHOBOJTHOBOM (L) nua-
na3zoHax (Dacey, Packer, 2003). Ilpuuem (L + M)-off
OTBEThI Pa3BUBAIOTCSI MEJIJIEHHEE, YeM S-On OTBETHI,
U y HUX MeHee BbIpaXeH (asuuyecKuit KOMIOHEHT,
yeM y OIHOBpeMeHHO peructpupyeMbrx off-ITI'K
(Field et al., 2007). Peuentusnbie nojs BI'K meH-
TpaJIbHOM CEeTYaTKM He MMEIOT KJIACCUYECKUX Ipo-
CTPAaHCTBEHHO aHTAarOHUCTUYECKUX 30H LIEHTP/TIepU-
depus; y 3TUX KIETOK MPOCTPAHCTBEHHO COBMAIAIOT
aHTaroHuctuyeckue 30Hbl PII, pasznuyaroimecs
CHEKTPaIbHOM YyBCTBUTEIBHOCTEIO: S-on/(M+L)-off.
Takoro tTuna PII op1u panee ooHapyxkensl B HKT B
ceruatke. OmHako npu ucciaenoBanuu bI'K nepude-
pun cetdyaTku (3KcueHTpucurer 25—70 yria. rpam.)
BBISIBIIEHO TpeBbilieHre Ha ~50% pa3smepa (M + L)-
off kommnonenTa PIT nmo cpaBHeHUIO ¢ pa3MepoM S-on
komnoHeHTa (Field et al., 2007).

IIpy mnpocnexkMBaHUM CHUHANTUYECKUX CBSI3eit
BI'K mo cepnu ®M doTorpadmnii ObIIIO BEISIBIIEHO,
YTO HUKHHME BETBU UX JICHAPUTHOTO AepeBa oOpasy-
IOT KOHTAaKTbl C aKCOHAMM “CUHUX’ OUIOJSIPHBIX
kireTok (Mariani, 1984), moiay4Jalomux BXOObI OT S-
KOJI004Y€eK, a BepXHUE BETBU UMEIOT KOHTAKTHI ¢ 11U -
¢y3HBIMU OUTTONSIPHBIMU KieTKamu off-tumna — J1b2
n J1B3, KoTophie TonydaroT BXoasl oT M- 1 L-ko1160-
yek (Calkins et al., 1998). B nanwsHeit nepudepuu ceT-
YaTKW CUHANTUYECKIE KOHTAKTHI B BEpXHEi ITOJIOBU -
He BCC BcTpeuarorcd penko.TakuM obpa3oM, ObITa
BBISIBJICHA OpraHu3aiusl HeHpOHHBIX CBsI3eil, obec-
IeYMBAIOIIAsl aHTATOHMCTUYECKOE CPaBHECHUE CUT-
HajioB u3 S-on u (M+L)-off koibouek, T.e. IBETO-
OIITIOHEHTHOCThb cuHee/xenToe. 'K ¢ 1mogoGHbIMU
MOP@OJIOTUYECKUMU XapaKTePUCTUKAMU U (PYHKIIV-
OHAJILHBIMU CBOMCTBAaMM ObUIM TaKXKE BBISIBJICHBI Y
00e3bstH HoBoro CBeTa 1MXpoMaToOB U TPUXPOMATOB.

Mecromonoxenne kKoHtaktoB bBI'K ¢ ommomnsp-
HbeIMU KiaeTkamMu Bo BCC oTanyaeTcst oT KapJjuKo-
Bbix 'K u [1T'K. CuHamncel ¢ akcoHaMU1 OUITOJISIPHBIX
KJIETOK Y HUX JIOKAIMU3YIOTCSI OTHOCUTEJILHO OJINKE K
KpasiM 3TOTO CJIOS: CUHATICHI ¢ OUMOJIIPHBIMU KJIET-
KaMM ON-TUIIa PACIIONOXEHbI BOJM3U I'PaHUILILI CO
coem 'K, a cuHaricel ¢ KiieTkamu off-turra — BOIM-
3u rpaHulisl ¢ BAC (Dacey, 1994). 910 yka3bsIiBaeT Ha
pa3neabHOCTh HEMPOHHLIX ITyTeil Iepegadyu “cuHe-
XKENTHIX” CHUTHAJIOB OTHOCHUTEJILHO “KpacHO-3eje-
HbIX”, orocpenyeMbix KapiaukoBbiMu 'K, 1 axpoma-
tnyeckux, onocpeayeMmbix III'K. ¥V S-on BI'K Takke
npyrast HanpaBiaeHHOCTh TTpoeknnii B HKT — onm
MPOCUUPYIOTCSI B KOHMOKJIETOYHBIE CJIOU 3TOM
ctpykTypbl (Hendry, Reid, 2000).

Taunenuosuvie knemku S-off muna

DTO peIKO PETUCTPUPYEMBII B 3JIEKTPOPU3NOJIO-
rudeckux ucciienosanusax tTui 'K, KkoTopele monyya-
IOT TOPMO3HBI BXOJI U3 KOPOTKOBOJIHOBEIX S-KOJIOO-
yek, T.e. ' K tuma S-off. KieTkn ¢ Takumu cBoiicTBa-
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mn obHapyxeHbl Takke B HKT y makak, y 06e3bpsIH
HoBoro Ceera — MmapMo3eToK. Y Takux S-off KiteToxk,
peructpupyembix B HKT, mo cpaBHeHUIO ¢ S-on
KJIeTKaMMU HIDKE KOHTpacTHas YyBCTBUTEJILHOCTD,
oosbmie pasmep PII, BeIie axpomMaTuyeckasl IIpo-
CTpaHCTBEHHAsI pa3pelialoliasi CIIOCOOHOCTb, Ha-
OromaeTcs aganTauus K KoHTpacTy ctumyna (Tailby
et al., 2008).

BuigBnenmne cTpykTypel BxOomoB Takux [K,
00JIafaloUX CHEKTPAIbHON OINMOHEHTHOCThIO S-
off/(M + L)-on, cTajio BO3MOXHEIM II0CJI€ TOTO, KaK
OBUT OOHApPYKEeHBI KOHTAKTHI S-KOJI00UYEK C Kapin-
KoBbIMU Ounosnsgpamu off-tumna (Dacey et al., 2014).
PaHee ObLIM M3BECTHBI TOJBKO “CHMHUE” OUMOJSIPHI,
crnelralu3upoBaHHbIE 15 TIepeaayr S-on CUTHAJIOB
(Mariani, 1984). O6HapyxeHHble KiyroMm u coaBT.
(Klug et al., 2003) kapJIMKOBBIE OUTTOJISIPBI 0OPa3yIOT
TUIOCKWE CUHAIICHI C S-KOJI0O0YKOI, a UX aKCOHBI BET-
BaTcs B BepxHeit (off) vactu BCC. INpenynoxeHa cxe-
Ma opraHu3aluu HelipOHHBIX cBsi3eil S-off Kapauko-
Boit 'K, coriracHo kotopoii ieHTp ee PIT hopmupy-
eTcsl BXoJoM OT KapiukoBoro off-6umnonspa (ITKb
Ha puc. 3), KOHTaKTUPYIOILETO C S-KOJO0UYKOIi, a on-
nepudepus PI1 — sxomamu ot M- u L-konbouek ge-
pe3 ropu3oHTaIbHYIO KJIeTKy HII, KoTopast obecne-
YUBaeT OTpULIATEILHYI0 00paTHYo cBsi3b (Packer et al.,
2010). 3a mpenenamu napadgoBea Takasi KapJnKOBas
I'K cTaHOBUTCSI HEOIIIIOHEHTHOM BCISACTBUC YBEIM-
YeHUsI KOJIMYECTBA BXOJIOB U3 S-, L- 1 M-Konbouexk.
B cBsi3u ¢ 3TUM OTMEUaeTcs, YTO U3 IBYX HEMPOHHBIX
MyTei, uCXomsIumux U3 S-Kojabdouek, B mnepudepuun
ceTyaTKu TpelncTaBlieHbl TOJAbKO S-on myTtu (Dacey,
2000). S-off I'K cocraBisioT ToJibKo 2—3% 13 mmomy-
JIsIuMu KapaukoBbix I'K.

OnHako UMEIOTCS 9KCIEepUMEHTalIbHbIE TaHHbIE,
KOTOpble TpeOyIOT YTOYHEHUsS IPEIIOXKEHHOM
CTPYKTYpHI opmupoBanus S-off orseroB y I'K. ITo-
Ka3aHo, YTO Yy 9TUX KJIETOK peaKIIM1 Ha CTUMYJISILIAIO
L-Kon604yeKk MOTYT OBITh ITPOTUBOIIOJIOXHBI IO 3HA-
Ky OTBETaM Ha CTUMYJISILUIO S- 1 M-KoJIOOUeK WiIun
Tosibko M-koJibouek (Tailby et al., 2008). Kpome To-
'O, BBISIBJICHO, YTO B ce€TYaTKEe MapMO3eTOK S-off cur-
HaJl He TiepeaeTcs yepes KJIeTKU KapJIMKOBOH (map-
Bo) cuctemsbl (Lee et al., 2005). Hago mosaraTh, 4To
JaJlbHEeHIlIMe WCCAeAOBaHUS TO3BOJSAT BBISICHUTH
MPUYKUHBI HAOII0JaeMOl HEOTHOPOJHOCTU IO XPO-
MaTtudecKnM cBoiictBaM y monyrsiimu I'K S-off Turma
1 AETaJU3UPOBaTh CTPYKTYPY UX CBSI3CHA.

Ilymu nposeederus cuenanoe u3z ghomopey,enmopos-
nanouex 6 eaHeAUu03Hble KAeMKU

dortopenienTopoB-I1ajgoyek B 20 pa3 6osblile, YeM
KOJIOOUEK, KpOME TOrO, B CETYATKE MMEIOTCS MaJIou-
KOBBIE OMITOJISIDHBIE KJISTKM, CIIEIMAIM3POBaHHEIC
Ui Tiepenadyu curHajioB u3 nanouek (Kolb, 1970).
Opmnako I'K, mpuHMMamIIMe TOJbKO ITaJOYKOBHIE
CUTHaJIbl, He OOHApPYKEHBI B ceTYaTKe. TeM He MeHee
B IICUXO(U3NIECKNX UCCIETOBAHUSIX ITOKA3aHO, YTO
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Yy YeJIOBeKa CUTHAIBI U3 MaJIOUeK TepeaaroTCs IBYMSI
MEXaHU3MaMM, pa3iMyalolIMMHUCS CBETOYYBCTBU-
TEJILHOCTBIO I BPEMEHHOI pa3pelIalolleii crnocoo-
HoCTbI0. OITH MeXaHU3M 00eCcIIeYBaeT CKOTOIINYE -
CKO€ 3peHUe U XapaKTepu3yeTcsl BpeMEeHHOM pa3pe-
marmpomeil crmocodbHocteio mo 15 T'n, a moporu
YYBCTBUTEIBHOCTH BTOPOTO MEXaHM3Ma Ha 3 JIOT. e]I.
BBIIIE (ME30TNMMYECKNI Auaria3oH) U ero BpeMeHHas!
paspeliaioliass CcoocoOHOCTh mocturaer 28 T
(Sharpe et al., 1989).

MNMmeromecst K HaCTOSIIIEMY BpeMEHU JaHHbIE 00
apXUTEKType HEMPOHHEBIX CBSI3€il B CETYATKE CBUIEC-
TeJILCTBYIOT O BO3MOXXHOCTH ITepe1adr MHOopManu
U3 TTaJIOYEK B FAHTJIMO3HbIE KJIETKH IO TPEM mapali-
JIEJIbHBIM ITYTSIM.

Ilepeuviit nyms. CurHan U3 Majodyek Mepeaaercs
MOCPEACTBOM XMMUUYECKUX CUHAIICOB B MAJIOUKOBbIE
OuMOJISIPEI, KOTOphle KOHTaKTUPYIOT ¢ AK ompene-
nenHoro tuma — All. Dtu AK umelor aiekTpudeckue
KOHTAaKTHI (gap-junctions) ¢ KOJOOUYKOBBIMU OUIIOJISI-
paMu on-Tura, a TakXXe TOPMO3HbIE CUHATICHI C KOJI-
00uYKOBBIMU Oumnosspamu off-tumna. Takum odpa3om,
All obecriednBaroT MMyTh, ITO KOTOPOMY CUTHAJIHI TTa-
JIOUEK MOTYT IepeaaBaThcsl Yepe3 KOJOOUKOBbIE O1-
nossipel K on- u off-runam I'K. AK storo tuma pea-
TUPYIOT B CKOTOMMUYECKOM JMaria3oHe OCBEIIEHHO-
CTM, TIO3TOMY JAHHBIA TIyTh JICXKUT B OCHOBE
HauboJiee CBETOUYBCTBUTEIbHOTO MAJIOUKOBOIO Me-
xaHu3Ma y yenoBeka (Kolb, 1997; Wassle, 2004).

Bmopoit nymes. CurHan u3 rajaoyek uepe3 3JIeK-
TPUYECKUE CHHAICHI TlepedacTcsd  KOJOoYKam
(Bloomfield, Dacheux, 2001) u najee mo KOJI004YKO-
BbIM nyTsM K I'K. Tlpu nccinemoBanuu y Makaku ak-
THBHOCTH TIaJIOYEeK, KOTOPYIO PErucTpHpOBAId B
KOJIOOUYKax, OBIJIO OOHAPYKEHO, YTO OTBETHI pa3BU-
BalOTCSI paHbIIIE M B HUX IMOSBISIETCS Da3zmiyecKuit
KOMITOHEHT IIpU 6oJiee BEICOKUX YPOBHSX OCBEIICH-
HOCTH. DTO MOKa3bIBACT, UYTO MAaHHBIN MMAJIOYKOBBIMN
MNyTh SIBJISIETCS OoJiee OBICTPO MPOBOASIIINM U MEHEe
CBETOYYBCTBUTEILHBIM, Y€M IYTh U3 ITAJIOYEK Yepe3
najao4ykoBbie oumoaphl (Verweij et al., 1999).

Tpemuii nyms. CurHana u3 IajodyeKk IepemacTcs
MyTeM TIPSIMBIX CHUHAMNTUYECKUX KOHTAaKTOB HEIO-
CpPeICTBEHHO Ha HEKOTOPHIE THITH KOJIOOYKOBBIX O1-
MoJIsIpHBIX KieTok off-tumna (Tsukamoto, Omi, 2016).
HecMotpst Ha TO 4TO TONBKO ~7% Talo4eK MMEIOT
TaKMe KOHTaKThl Y MaKaKW, TMaJOYKOBBIN CUTHAII B
ME30IMMYECKUX YCJIOBUSX YBEIMUMBACTCS 3a CUET
00BEAVHEHUSI CUTHAJIOB U3 COCEIHUX IMaJoyeK, YTO
MIPOVICXOMUT eIlle OO0 MOCTYIUIEHUs] CUTHAaja B KOJI-
60uYKoBHbIe ITyTH. [1penrionaraeTcs, YTO YyBCTBUTEb-
HOCTb 3TOT0 MaJJOYKOBOTO ITyTH 3aHUMAET IMTPOMEXKY-
TOYHOE ITOJIOKEHNE MEXIY TIEPBBIM 1 BTOPBIM ITyTSI-
MM, U TIPU U3MEHEHUHU YCJIOBUM OCBEIIEHUS MEXIY
CKOTOMUYECKUM U ME30MUUYECKHUM JUaIra3oHaMU 3TU
MyTH QYHKIIMOHUPYIOT OMTHOBPEMEHHO, HO C pa3HOit
nuHamukoii (Ke et al., 2014).
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SAKJTIOYEHHUE

M3 npuBeneHHOTO 0030pa OYEBUIIEH 3HAYMTEIb-
HBII BKJIQJl pE3YJIbTATOB UCCIEIOBAHUIA MEXaHU3MOB
CIIEKTPaJIbHOTO KOAWPOBAaHUSI B ceTYaTKE, KOTOPEIC
MpoBOMWINCH B TociaenHue 30 JeT mom pyKOBOIH-
ctBoM [enuca [eiicu (D. Dacey). Takke HeoOXxoau-
MO OTMETUTh HUKJI HegaBHux (2012—2017) pabor
SMTOHCKUX ucciaenonareneil Mommxuro TcykamMmoTo u
Haoko Omu (Y. Tsukamoto, N. Omi), koTopbie
WICHTU(PULIMPOBAIM BXOIHbIE W BBIXOOHBIC CBSI3U
12 TUTIOB OMITONSIPHBIX KJIETOK B C€TYaTKE MaKaKU 1
MoKa3ajiv pa3Inyusl B KOJIMYECTBE CUHAIICOB, 00pa-
3yEMBbIX MEXIY pa3HbIMU TUIAMU OUIIOISIPHBIX KJIE-
TOK Y TAHTJIMO3HBIMU KJI€TKaMM pa3HbIX TUHOB. Ha-
JI0 T1oJIaraTh, YTO JAJbHEULIUMI TPOTPECC B PA3BUTUU
MOpPDODU3NOTOTUYECKUX METOIUK TO3BOJUT Olle-
HUTH CBOIICTBA U OIpPEeASINTh (DYHKIIMOHAJIHLHOE Ha-
3HAaYCHUE MAJIOYMCICHHBIX TUIIOB FAaHIJIMO3HBIX KJI€-
TOK CETYATKU.

IIpu moaroroBke 00630pa ObLIM HCIIOJb30BaHbI
COTHU WCTOYHUKOB, HO CITMCOK JWTEpaTypbl IpHU-
[IUIOCh OTPAaHWYUTh, OTOOPaB HANOOJIee BaXKHBIE MEpP-
BOWCTOYHUKHA W HOBBIE pAbOTHI, IO KOTOPBIM TIPU
HEOOXOIMMOCTH MOXHO HAWTHU IyOIUKaUU APYTUX
aBTOPOB.
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A brief overview of currently available data on human retina is presented. Classical information on the general
structure and cellular composition of this first neural department of visual system is given, as well as data ob-
tained using new improved research methods that significantly enriched and detailed the previously existing

knowledge of the retina.
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