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Kpartko npencrapiieHbl CBeIeHUS O IIBETOBOM 3PEHUU KUBOTHBIX M YeJIOBeKa, ICTOPUM U METOIaX €T0 U3Y-
yeHus. OnucaHbl pe3yIbTaThl DyHIAMEHTATbHBIX UCCIIEAOBAaHUI B 3TO# 006JIaCTH, MOJydeHHBIE TP ITOMO -
1M aJaNTUBHOM ONTUKM U CKaHUpYolleit 1azepHoii opraabmockonuu (AOSLO) B KoMILIeKce ¢ AEHCUTO-
MeTpuel, (a30uyBCTBUTEIBHOI onNTUYeCKOi KorepeHTHoit Tomorpadueit (AO-PSOCT) u kanbpLueBbIM
nmamkuHroM (Ca++ imaging). OTu MeTombl MO3BOJIWJIM BIIEPBBIE iX Vivo YBUIAETh MO3auKy KOJIOOUEK CeT-
YaTKU YeJIOBEeKa, IOCTPOUTH KapThl pacOJIOKEeHMS KoJIOoueK Tpex pa3HbiX TUnoB (L, M, S), uccienosarh
LIBETOBOCTIPUSITUE YEJIOBEKA B OTBET HA CTUMYJISILIMIO OAMHOYHBIX KOJIOOYEK.

Karoueswie crosa: nBetToBoe 3peHue, L Konboukn, M Koji6ouku, S KOJIOOUYKM, ananTUBHAasI ONTHUKA, TUXPO-

Ma3uu, IBETOKOAMPOBAHUEC

DOI: 10.31857/S0235009223010055, EDN: AUAGVN

BBEAJEHUWE

M3yuenue usetoBoro 3peHus (113) yenoBeka Ha-
YUHAJIOCh B BOCEMHAALIATOM Beke ¢ padbor Mcaaka
HrproToHa u mpoaokaeTes Mo ceit ieHb. MHorue Be-
JINKWE YYeHBIe TIPOIIJIOr0 BHECIN CBOM BKJIAI B MC-
clieqoBaHUEe 3TOro sBjiAeHUS (cM. 003op OpIos,
2006). OcMpbIciieHVe HaOJNIOOeHUil W Pe3yJbTaToB
TICUXO(PU3NIECKUX UCCIIeTOBAaHUI IIPUBEJIO K TTOHU-
MaHuIo Toro, yto II3 JyeaoBeka TpexMepHO, T.€. OC-
HOBaHO Ha HAJIMUMU B ceTYATKE TPeX IPUEMHUKOB —
TPEX TUTIOB CTIETUAIN3UPOBAHHBIX (hOTOPEIICTITOPOB —
konmoouek (L, M, S), KpuBble CHEKTpaJIbHON YyB-
CTBUTEJIbHOCTU KOTOPBIX PACHOJI0XKEHBl B JJIMHHO-
BosiHoBoI (L), cpenHeBotHOBOIT (M) 11 KOPOTKOBOJI-
HOBOM (S) oOGnactax crnekTpa. CurHaiabl Koibouek
CpaBHUBAIOTCS 3aTeM MOIMapHO omnmnoHeHTHO (L/M,
(L + M)/S) cietinanbHBIMY HEPBHBIMU KJIeTKaMU Ha
pa3HbIX Taxkax 3puTesibHOM cucteMbl (Dacey, 1999;
Dacey, 2000; Dacey, Packer, 2003; Lee, 2004; Solo-
mon, Lennie, 2007; Thoreson, Dacey, 2019).

IMo 3TUYeCKUM M METOIUYECKUM OTrpaHUICHUSIM
nccnegoBanus 1[3 dgemoBeka paHee NPOBOAMINCH
TOJIBKO B paMKax MCUXO(U3UUECKUX OMBITOB U T€O-
peTHYeCcKUX paccMoTpeHmit. [ToHnMaHue Gu3noIo-
ruueckux MexaHusmosB L3 yesoBeka K HaCTOSIIIIEMY
BpeMeHHU (B 20-M 1 21 Bekax) CyllleCTBEHHO 00oraTu-
JIOCh, OJrlaromapsi paCIIMPEHUIO Kpyra OObEKTOB HC-
cienoBaHus (MOMIETbHBIE SKUBOTHBIE) U TTOSIBICHUIO
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HOBBIX ME€TOJOB, HC ITPEACTAaBUMbIX B JOKOMITbIOTECP-
HyI0 310Xy. LIBeToBOE 3peHue yenoBeka (IpUMAaTOB)
paccMaTpUBaeTCs B IUIaHE 3BOJIIOLIMOHHOM, KaK Of-
HO W3 pelleHUi, BbhIpAaOOTAaHHBIX IOJ BIIMSIHUEM
amanTauyuy K U3MEHSIOLIMMCS YCIOBUSIM CYILIECTBO-
BaHMS U 3aKpeneHHBIX €CTECTBEHHBLIM OTOOpPOM
(Bowmaker, 1998; Jacobs, 2009).

CeTyaTKy MO3BOHOYHBIX XKUBOTHBIX YCTPOEHBI 10
€IMHOMY IJIaHYy M3 TUITOBBIX KJIETOYHBIX 3JIEMEHTOB
(Ramon-y-Cajal, 1892; Walls,1942). Pa3zsutue 3pu-
TEJIbHOM CUCTEMBI JKUBOTHBIX IIPOUCXOAUT I10 OOIIIe-
My IJIaHy TI0A KOHTPOJEM €IMHOro MacTep-TeHa —
Pax 6 (Gehring, Ikeo, 1999). DTo maeT ocHOBaHMeE IJIsI
0000IIIeHUS Pe3yIbTaTOB, MOJIyYaeMbIX B paboTe Ha
SKMBOTHBIX, U MCIOJB30BAaHUS WX IUIST TOHWUMAaHUS
MEXaHW3MOB 3pEeHUsI YelloBeKa. BBIGpaHBI MOJEIb-
HbI€ OpraHu3Mbl (MBIlIb, ppIOKa Danio rerio u apy-
rue), Ha KOTOPBIX MPOBOJISITCS pa3HOOOpa3HbIe MC-
cJieqOBaHUS, UMEIOIIEe He TOILKO MO3HABATEIbHOE
(TeopeTUUecKoe) 3HaYeHNE, HO U BBIXOI B METULINH-
ckyto mpakTtuky (Bilotta, Saszik, 2001; Movshon,
2014).

Kpamkue ceéedenusi o 1[3 ¢ ncuseomnom mupe. Vic-
caenoBaHud 113 XXMBOTHBIX HAYAIMCh BO BTOPOIA MO-
JIOBUHE TPOIIIJIOr0 BeKa, TOrIa U OB OTKPBIT LEbIiA
MUP pa3HOOOpa3HBIX cucTeM 113, OTIIMYHBIX OT YeJI0-
Beueckoil. O Hamnuuu 113 y XKUBOTHBIX CBUACTETb-
CTBYIOT KaK JaHHBIE O PELIETITOPHOM COCTABE CETYa-
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TOK, 3pUTEIbHBIX ITMTMEHTAX PELEITOPOB, TaK U
pe3yJbTaThl TOBEACHUYECKUX IKCIIEPUMEHTOB U HC-
clieoBaHUiT 00pabOTKM 3PUTEIbHBIX CUTHAJIOB Ha
HelipoHHoM ypoBHe (Thoreson, Dacey, 2019). Oue-
BUIHO, yTo 113 1Mone3Ho, Gojiee TOro, HEOOXOAUMO
XKHUBOTHBIM, KaK B MNUIIEIOOLIBATCIbHOM, TaK U B
TePPUTOPUATIBHOM, COLIMAJIBHOM, OOOPOHUTEILHOM
u 6pauHoM noBeaeHuu. LIBet (okpacka) — 3TO oAvH
M3 IPU3HAKOB IIpeaMeTa, 00JIer4alolinii y3HaBaHue
ImpeaMeTa, OLEHKY €ro KadecTBa (HampuMep, CIie-
JIOCTh PPYKTOB), OOHApPYKEHUE ero Ha (poHe (BUIIIHS
VJIA pSIOMHA B 3€JIEHOU KPOHE JepeBa).

Bce coBpeMeHHBbIC XKMBOTHEBIC 3a PEOKUMU MC-
KJIIOYECHUSIMA 00JIafaloT TOM WM MHOI CHCTEMOI
LI3. ¥ MHOrux BUAOB pbIO, NTULL U HaCEKOMbIX — 113
YeThIpeXMEPHO. Y OOJIBIIMHCTBA MJIEKOIIUTAIOIINX
I3 nBymepHO; y TIpUMaTOB W HECKOJBbKUX BUIIOB
cymyaTbix — TpexMepHo (Bowmaker, 1998; Dominy,
Lucas, 2001; Arrese et al., 2002; Arrese et al., 2006).
TonbpKo y HECKOTBKMX BUIOB HBIHE XXUBYIIUX IT03BO-
HOYHBIX KMBOTHBIX OTCYTCTBYeT 113 — 310 13 Bumos
KMTOOOPA3HBIX; JECSATh BUIOB JaCTOHOI'MX; HOYHEIC
TPBI3YHBI U IBa BMIa HOUHBIX puMaToB (Jacobs et al.,
1996). OtcyrcTBUe 113 y 3TUX JKUBOTHBIX paccMaTpu-
BaeTcs Kak amarnrauus K oOpa3y KM3HU, B YaCTHO-
CTH, K YCJIIOBUSIM HU3KOTO YPOBHSI OCBEICHUS WU
oburtaHuio B MyTHOI cpene (Peichl, Moutairou, 1998;
Peichl et al., 2001; Peichl, 2005; Levenson et al.,
2006).

K HacrosiiieMy BpeMeHM H3y4YeHbl OUOXMMUS,
MOJISKYJIsIpHasi CTPYKTYpa U T€HETHUKa 3PUTEIbHBIX
murmeHToB (31I1) (Yokoyama, 2000; Yokoyama, Yokoya-
ma, 1996; Yokoyama, 2002). Monekyna 3I1 cocrour
13 6eJIKa-oIICUHA U CBSI3aHHOTO C HUM XpoModopa —
ocTaTKa BUTaMUHA A. DTOT KOMILJIEKC U OIIPeAesIsieT
CIIEKTPAJIbHYIO YyBCTBUTEILHOCTh 311 (OBUMHHUKOB
u ap., 1982; Ocrposckuii, [oBapaoBckwmii,1992; Ka-
nmamkapoB, Octposckmii, 2002; ToBapmoBcKmit u 1p.,
2015). MeTonoM MUKPOCIIEKTPO(DOTOMETPUM CHSITHI
KPUBEIE CIEKTPaJbHON 4YBCTBUTEIBHOCTU OTIECIIb-
HBIX KOJIOOUYEeK (BIepBbIe HA PHIOE, a K HACTOSIIEMY
BpeMeHM Ha MHorux Bugax) (Marks, 1965; Bowmak-
er, 1984; Govardovskii et al., 2000). [TokazaHo, 4TO
3PUTEIbHBIC TUTMEHTHI SIBIISTIOTCSI OMHUM M3 OCHOB-
HBIX “CTPOUTENbHBIX MaTepuaJioB” MeMOpaHbl Ha-
PYXHEBIX CETMEHTOB (DOTOPELIENITOPOB. MI3BECTHRI T'e-
HBI, Komupytomue orcuHabl 3I1. Kak moxkaspiBaiot

MOJIEKYJISIDHBIE Yachl!, 3TU I'eHbl BO3HMUKIM 0oJiee
500 MJIH JIeT TOMY Ha3ajl B pe3yJibTaTe MyIUIMKalli1
aHIIECTPAIBHOTO TeHa M ITOCICAYIOIINX MYTaIlWiA.
Yxe Torma mosSIBUJIach BO3MOXKHOCTH BO3HUKHOBE-

1 MonnekynsipHbie 4yachkl (molecular clock) — 3To MeTon naTUPO-
BaHMS (PUIIOTEHETUYECKUX cOObITUI. OH OCHOBAaH Ha aKCHO-
MaTUYEeCKOM YTBEPXKIEHMM, YTO OOJIbIlIAasi YacThb CIy4YalHbBIX
TOYEUHBIX HEUTPAJIbHBIX T€HETUUECKUX MYTallUil HaKarvBa-
eTCsI ¢ MOCTOSIHHOM (B IeOJIOTMYECKOM MaclliTabe BPEeMEHMU)
ckopocTbio. 1o KOMMYECTBY HAaKOIUJIEHHBIX MyTalWil MOXHO
CyIUTb O BpEMEHU, MUHYBILIEM C MOMEHTa 000COOJIEHUS IByX
BUJIOB, IPOU3OLIEAIINX OT OOLIETo MpeaKa.

Hug 113 (Baden et al., 2020; Maximov, 1998; 2000;
Yokoyama, 2000; Collin, Trezise, 2021). Y coBpemeH-
HOI MUHOTH — ITOTOMKA JPEBHUX OECUETIOCTHBIX — 1
COBpPEMEHHBIX pBIO, amMmpUOMit, penTWInii, IITUIl B
MOJIEKYJIaX 3PUTEIbHBIX MMUTMEHTOB IIpEICTaBICHBI
OICUHBI YeThIpex TUIoB (Marc, 1999).

B 60-¢ roasl mipoiiioro Beka usydenue 113 ueno-
BEKa 1 XXUBOTHBIX ObLIO OMHOM U3 OCHOBHBIX TEM Jia-
ooparopun “buodusuku 3peHuss” MHctutyra 610-
¢duzukn AH CCCP. s KoJopuMeTpuu Ha XXKUBOT-
HbIX (Ha M30JIMPOBAHHOM IJady WU OTAEIbHBIX
KJIETKax CeTYaTKn) ObLI pa3paboTaH METOH KOJIOPH-
METPUM 3aMEIEHUS U CO3IaH Ha OCHOBE MOHOXPO-
MaTopa mpubop — Kojopumerp 3ameuieHus (boH-
rapa, 1955; Danilova, Mollon, 2022). B konopumeTpe
3aMelleHUs CpaBHEHHE U YpaBHUBAHUE U3TyYEeHUIA
MMPOUCXOAUT BO BpeMeHHU (UACT YepeIoBaHue CTUMY-
JIOB 0€3 TeMHOBOTIO ITpoMexXyTka). O paBeHCTBe (He-
pa3IMYMMOCTH) CPABHUBAEMBIX U3TydeHUIA IIPU 3aMe-
HE OTHOTO U3JTyYeHHUSsI Ha APYroe TOBOPUT OTCYTCTBUE
OTBETHOT'O CUTHAJIA: PETUHOTPAMMBbI, HEiipOrpaMMBl,
peakluuy OJUHOYHON KJIEeTKU. DTUM METOIOM B
60-e ToIBI IIPOIIIOTro BeKa ObUIU IMOIyYeHbI JaHHbIE
o pasMmepHocTtu 13 1 cBO¥iCTBaX MPUEMHUKOB SIIIe-
pull, depemnax, pbld U HacekoMbIx (OpioB, BHI3OB,
1961; OpnoB, MakcumoBa, 1964; Mazohin-Porsh-
nyakov, 1959; 1962; Orlov, Maximova, 1965; Konnpa-
meB, OpJios, 1975). Ha aTtoMm nmpubope ucciaenoBaim
u 113 uenoseka (boxrapa, CmMupHoB, 1956; Bonrapn,
CMupHOB, 1965). e KoJIopuMeTpUU 3aMeIeHUS
(silent substitution) MCMoOJb30BaJIM U UHOCTPAHHbIE
aBTopkl (0630p Estévez, Spekreijse, 1982).

13 1 PASPEINAIOIIIAA CITOCOBHOCTD

Cawm ¢dakr, yro L3 monaepxmuBaeTcsi B 9BOIIOLINN
COTHU MUJIJIMOHOB JIET, CBUAETEIBCTBYET O €r0 BaXK-
HOM POJIM B >KM3HU XUBOTHBIX. B TO XXe BpeMsl LIBETO-
pa3iaudeHue, Ha epBbIil B3NS, KaK Obl COIlepHUYA-
€T C TAKOM BaxKHOM (DYHKIIMEH, KaK OCTpPOTa 3pEHUSI.
O06e (pyHKILIMM HCIIONB3YIOT HA BXOAE ONHY U Ty Xe
Mmatpully ¢oropenentopoB. C OIHOII CTOPOHBI —
MPOCTPAaHCTBEHHOE 3peHre (B YaCTHOCTH, CTEPEO3pe-
HME, IOCTpoeHHe oObeMa) TpeOdyeT MaKCHUMaJbHO
BO3MOXHOI1 OCTPOTHI, B IIpeesie JOCTUraeMOM MaK-
CHUMAaJIbHOM TNIOTHOCTBIO 00UHaK08bix (POTOPEIEIITO-
pos. C npyroii cropoHsl, 113 — oOHapyXeHNe LIBET-
HBIX O0BEKTOB Ha LIBETHOM (hbOHE, y3HaAaBaHUE U pa3-
JIMYeHHEe OOBEKTOB II0 MX OKpacke — Tpebyer
COOTBETCTBYIOILIEN 00paOOTKU CUTHAJIOB, UAYILIUX OT
KOJIOOUYEK pa3HblX TUMIOB (KOJIOOYEK C pa3HOl CIeK-
TPaJIbHOM YyBCTBUTEIIHLHOCTHIO). YTOOBI TTOHSTH, KaK
paspelnaeTcs IPOTUBOPEUrE MEXAY ITPOCTPAHCTBEH-
HBIM 3peHueM u 113, mone3Ho 3HaTh, 10 KpaltHe Me-
pe, kak konoouku (L, M u S) pacnpeneneHbl Ha ceT-
yatke (Williams et all.,1991).

Pacnonoscenue koabouex 6 cemuamke pvlb, penmu-
auil u nmuy. Y puio, ampuouii, penTuanii, ITul —
Ko0ouku rerepomopdHbl (Walls, 1942; Marc, 1999).
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B ceTuatke prIO KOIOOYKM pa3HBIX MOp(doormde-
CKMX TUIIOB 00pa3yloT MaTPUIILI C PETYJISIPHOI KpH-
CTALIMYECKON MO3auKOM, XapaKTEPHOM [UISI KaXKI0-
ro Buga (Engstrom, 1960; Stieb et al., 2019). IToka3za-
HO, YTO ¢ MOpPQOJOTMYECKMM THUIIOM KOJOOYKH
KOppEIUPYET €€ CIIEKTpaJbHAasl YyBCTBUTEIBHOCTD,
T.e. HAJIMYME B €€ HApPY>KHOM CETMEHTE TOTO WJIU
uHoro 3putenabHoro nurmeHra (Li et al., 2012; Allison
et al., 2010; Stieb et al., 2019). PeryasipHocTb peLen-
TOPHOI MO3auKHU TPaHCIMpPYeTCs B Oojee IIyOooKue
ciiou cetuatku (ITogyronbHukoBa, MakcumoB, 1973;
1977). He uckioyeHo, UTO KpUcTajuiMyecKas Ipa-
BIJILHOCTh “MOHTaxa” KJIETOYHBIX 3JIEMEHTOB CET-
YaTKM PhIO CITOCOOCTBYET “IKOHOMHOCTHU” OpraHU-
3alMy 00pabOTKM LBETOBOII MHMoOpMaumu. Y puio
YK€ B CeT4aTKe MMEETCsI HECKOJIbKO TUIIOB IBaXKIbI
LIBETOONMNOHEHTHBIX TAaHIJIMO3HBIX KJIETOK. VX akco-
HEBI TIPOCHUPYIOTCS PETUHOTOIIMYECKHU B fectum opti-
cum — TJaBHbI TNEPBUYHBIIA 3pUTEIbHBIA LIEHTP
pBIO, IlIe WX TepMUHAIM OOpas3yloT ILEJbIi ClIoi
(MaxkcumoBa u ap., 2020).

VY pentwiuii 1 ITUL MapKepoM KOJIOOUYEK C pa3-
HOI CHEeKTpajdbHOW UYYBCTBUTEIbHOCTBIO B XXMBOI
CceTyaTKe CJIyXaT BHYTPUKOJOOUYKOBBIE (DUIBTPHI.
DTO XUPOBHBIE KaIlJIM, OKpallleHHbIC KapOTUHOUA-
mn. KpacHble Kanam paciiojioxkeHbI B L Kombogkax
(c IIMHHOBOJHOBOYYBCTBUTEJIbHBIM TUITMEHTOM),
OpaHXeBbIe U XKeaTble — B M Konboukax. B cuHeuyB-
CTBUTEJbHBIX U Y@D-4yBCTBUTEJIbHBIX KOJOOUKAX
>kupoBbie Karu 6eciBeTHbl (Toomey, Corbo, 2017,
Wilkie et al., 1999; Marc, 1999). PacionoxeHue KoJ-
0OYEK pa3HBIX TUIIOB Y 3TUX KWBOTHBIX MOXKXHO BU-
JIETh MPSIMO Ha XXUBOW MHBEPTUPOBAHHOU ceTYaTKe.

s HEKOTOPBIX XUBOTHBIX, B TOM YMCJE IS
pbIO, MblllIeli, MOKa3aHO 3KOJOTMYeCKW 3HAYNMOE
pacrnpeaeseHe pa3HbIX TUTIOB KOJIOOYEK B Pa3HBIX
yuacTkax cetyarku. CleHbl MpUPOABLI HAA U 1O TO-
PM3O0HTOM Pa3InyaloTcs Mo pacnpeaeeHuIo XxpoMa-
TUYECKUX U aXpOMaTUYECKUX MPU3HAKOB. B ceTuar-
Ke MBIIIU S 1 M KOJI00UKHU pacIipeieIeHbI IO JOP30-
BEHTpaJIbHOI OCU IO TPaAMEHTaM C TipeodiagaHueM M
KOJIOOUEeK B NOp3ajibHOI ceTyaTKe (HMKHUE IIO0JIS
3peHUsI), a S KoJOOueK B BEHTPAJIbHON ceT4yaTKe
(BepxHUe T0Jisl 3peHus). ¥ MaJbKOB JaHWO KOJIOOY-
KW, IyBCTBUTEIbHBIE K YD, TIpeobanaloT B Ha3alb-
HOM M BEHTpaJIbHOU 00JIaCTIX CeTYaTKU. DTO obec-
MevyrMBaeT KOHTPACTHOE CUJIYITHOE 3peHUe Ha (poHe
HeOa B BEpXHUX MOJISIX 3pEHUS U pa3finyeHue MIaHK-
TOHa, oTpaxaloniero Y®, B OKHEM IIepeaHEM I10-
Je 3peHuss. O6paboTKa CUTHAJIOB OT Tpex TUIIOB (L,
M, S) xonboyek cocpemoTodyeHa B JOP3ILHOM CeT-
yaTke (B HIDKHUX TToJisix 3peHust) (Baden et al., 2013;
Qiu et al., 2021).

Peuyenmopuvr maexonumarouwjux. Kondooukm Mieko-
nuTapiux (1 3Meii) MOHOMOP(MHBI, U HET TIPU3Ha-
KOB, YKa3bIBaIOIINX Ha HAIMYME B HUX TEX WJIA MHBIX
3puUTelbHBIX TUTMeHTOB (Marc, 1999; Ahnelt, Kolb,
2000). ITpmuynHy MOHOMOP(PHOCTH KOJTOOYEK MIIEKO-
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MUTAIOLIMX (M 3MEIi) MPUHSATO OOBSICHSATH OCOOEHHO-
CTSIMU WX DBOJIOLUMUU — JOJTUI TIepUod POIOIIETO,
CKPBITHOTO CyMepedHoro ooOpasa xu3Hum (Walls,
1942; Marc, 1999).

C mnosBiIeHNEM HWMMYHOXMMHUUYECKUX METOI0B
yIaJ0Ch BBISIBUTH B CETYAaTKAaX MJIEKOITUTAIOIINX CH-
HEYYyBCTBUTEJIbHBIE KOJIOOYKM. OHU COCTaBJISIOT OT
Tpex 1o 10% oT oOliero KoiaudecTBa KOJOOYEK
(Wikler, Rakic, 1990; Jacobs et al., 1991; Jacobs,
2013). MHorue XWBOTHBIE, CYMTABIIMECS IO TOTO
axpomaraMu, OKa3aJuCh IUXpoMaTaMu. bonbiimH-
CTBO HAa3e€MHBIX MJIEKONUTAIOIIMX — JIUXPOMATEL.
Tonbpko y cCOBpeMEHHBIX THEBHBIX IIPUMATOB BHOBb
BO3HHUKJIA TPUXPOMA3us B pe3yJbTare MYIUIMKAIUU
reHa JJIMHHOBOJHOBOYYBCTBUTEJIBHOIO ITMTMEHTA
(Jacobs, Deegan, 1999; Marc, 1999; Dominy, Lucas,
2001; Dulai et al., 1999; Silveira et al., 2014; Hen-
riques et al., 2021). Kak moka3bIBalOT MOJIEKYJISIPHbIE
yacel, y mpuMaToB Crtaporo CBeTa 3TO IIPOU30IILIO
40 miH JeT Hazam, a y peByHOB (poma Aluatta) —
KpynHbIX MpuMmaToB HoBoro CBeTta —14 MJIH JieT Ha-
3an (Hunt et al.,1998). Dtu 1Ba HE3aBUCUMBIX COOBI-
THsI, pa3HECEHHbBIE 1TI0 BPEMEHU 1 TePPUTOPHUATLHO,
IIPUBEIN K BOBHUKHOBEHMIO ABYX OJIMHAKOBBIX Ha-
0OpOB U3 TPEX KOJIOOYKOBBIX ITMTMEHTOB C MAaKCHUMY-
Mamu ~430; 532 1 563 HM, YTO TOBOPUT, B YaCTHOCTH,
0 K€CTKOM JaBJICHUU €CTEeCTBEHHOTo oTOopa Ha 113
(Henriques et al., 2021).

Mopgpoaoeuro cemuamku uenoseka 1 00€3bsiH U3Y-
yaJu Ha YPOBHE CBETOBOM U 3JEKTPOHHOI MUKPO-
CKOIHWU, UCIIOJIb3Ys pa3Hble MOAU(DUKALIMY TEXHUKU
cepeopenust no lompmku (Polyak, 1941; Boycott,
Dowling, 1969; Dowling, Boycott, 1966). ITo3gnee
MoApoOHOE KCCeq0BaHNe PELIENITOPHON MaTpULIbI
ceTyaTKu uejioBeKa ObLJIO BBIMOJHEHO Ha lieJoit
¢UKCHUPOBAHHOM ceTyaTKe C UCITOJIb30BaHUEM IMh-
depeHUMATbBHONW  MHTEepdEPEHIIMOHHO-KOHTPACT-
Hoit Texnnku Homapckoro (Curcio et al., 1990). 13-
MepeHa MPOCTPAHCTBEHHAs! TUIOTHOCTb KOJI0OO0OYEK U
Majo4yek B BOCbMU M30JIMPOBAHHBIX LIEJbIX CeTYaT-
Kax yeJioBeKa, U TOCTPOEHbI KapThl IVIOTHOCTH (oO-
TopeuenTopoB. OlLieHeHa WHAMBUIAyabHAsT M3MEH-
4yUBOCTb. [010M TT03ke ObLIU BbIAEIEHBI UMMYHOXHW-
MUYECKU CUHEYYBCTBUTEIbHBIE S Konoouku (Curcio
et al., 1991). Onu cocrasisuiu <10% ot o61ueit momy-
JISILMU KOJIOOYEK, OTCYTCTBOBAaJIM B LICHTPaJIbHOM
saMKe (¢oBea), 1 HanOoJIbIlIeil MIIOTHOCTUA JOCTUTAIN
B nnapadoBeajibHOI o6sacTu B 10° ot ee LieHTpa. On-
Hako L 1 M KOJI0OYKM U UMMYHOXUMUYECKU TTO-
MpeXHeMy pa3jInuuTh HE YIaJIOCh, B YACTHOCTH, 13-
3a OYeHb CXOmHOU CTpyKTyphl L 1 M oncunoB (Na-
thans et al., 1986).

B 60-x rogax mpoIlIOro Beka AeaaauCh MOIBITKI
BBISICHUTh OTHOCHUTEJIbHOE KOJMYECTBO U PaCIOJIO-
xkeHue L u M koyibouek B (poBea yeToBeKa KOCBEH-
HBIM ITyTeM. B Icuxogun3ndeckux onbITax Ha JIIOISIX
W3MEPSUTA pa3pellaronlyio CIIOCOOHOCTh IJIST Kpac-
HBIX 1 3€JICHBIX OPTOTOHAJIbHBIX PCIICTOK. B OIHOM



20 MAKCHMOBA

cllydyae OHa OKasajach OIMHAKOBO U CpaBHUMOIL ¢
TUIOTHOCTBIO Ko0o4yeK B (¢oea (bonrapm, Cmup-
HOB, 1957). DT0 mano ocHoOBaHUE IJIsl TUIIOTE3EI O CO-
JIep>XaHUU B KaxKIOl KOJIOOUKe M KPAaCHOTO U 3eJle-
HOTO IMMPUEMHUKOB OMHOBPEMEHHO. bblIo Takxke mo-
Ka3aHo, 4YTO MHGOpMaLMI OT pa3HbIX NPUEMHUKOB
MOXET UIATH [0 OMHOMY HEpBHOMY BOJIOKHY (BoH-
rapa, CmupHOB, 1957). Pe3ynbTatsl pyTux aBTOPOB
OBLIM B IIOJIb3Y TOTO, YTO KPACHOUYYBCTBUTEIIbHBIC 1
3eJICHOUYBCTBUTEIbHBIE KOJIOOYKM 00pasyloT OT-
JIeabHble cKoruieHus — “rpo3au” (Hartridge, 1946).
Tonpko npsiMOe HaOIIOAeHEe MAaTPULILI PELIEIITOPOB
CceTyaTKH 4YeJIoBeKa, MAapKUPOBAHHBIX I10 MPU3HAKY
CHEKTPaIbHOI YyBCTBUTEIbHOCTH, MOTJIO ObI pa3pe-
IIUTh 3TU pa3HouTeHUs1. CeTyaTKa yeaoBeKa J0CTa-
eTcs UCCAeAoBaTe/IsSIM TOJILKO TTOC]Ie ONepalui WIn
IOCJIe CMEPTHU, U IIPOBECTU MUKPOCIIEKTPO(POTOMET-
pMIO ymaeTcsl TOJBKO Ha BBIIECJICHHEIX pelelTopax
(Bowmaker, Dartnall, 1980; Dartnall et al.,1983). Ha
HECKOJBbKMX KPOIIEYHBIX (DOBEATbHBIX y4aCTKAX CET-
YaTKM MaKaKa-pe3yca ObUTH IIPOdOOTOMETPUPOBAHDI
183 konbouku. (Mollon, Bowmaker, 1992). Ha Tor
MOMEHT 3TO OBLIO KOJIOCCAJBHBIM JTOCTUXEHUEM
SKCITEPMMEHTAILHOIO MacTepCcTBa. bblio mokasaHo,
yro L, M 1 S Konbouykn ¢ MaKCMMyMaMH YyBCTBU-
teapHoCTH 560; 530 1 440 HM pacon0XeHbI Xa0TUY-
Ho. PacroioxkeHUsT KOJIG0UYEK pa3HOM CIEKTPaIbHOM
YYBCTBUTEJILHOCTY B CETUATKE 4YeloBeKa HUKTO He
Buaen 1o 1999 r. Oro HakoHel ymajaoch OJlarogapsi
MIPUMEHEHUIO aIalTUBHOM onTuku (AO).

MN3YUYEHUME CETYATKU YEJIIOBEKA IN SITU
TP TTOMOIIIN AO

Eme y I'enbMronbpiia BO3HMKIIA MBICJIh HEMHBA-
3UBHOIO MCCJICIOBAaHUS CeTUATKU XKMBOTO YeJIOBEKa.
OH npuayMal, Kak 3arjissHyTh B IJ1a3 yepe3 3pavyok.
B 1851 r. I'enmbMronbpll NpenbsIBUII YYEHOMY MUDY
nepBhlii odTabMocKor. CBeT ¢cBeYd MpU MOMOIIU
3epKaJia HalpaBJIsICS B TJIa3 UCITBITYEMOIO, B OTpa-
KEHHOM OT IJIA3HOTO AHAa CBETE WCCISAOBATENIO
BIIEPBbIC OTKPhLLIACHh KapTMHA BHYTPEHHEN MOBEPX-
Hoctu r1a3a (Keeler, 2002). Ceityac TpyaHO IpeacTa-
BUTHh MEIULIMHY 0e3 odTaTbMocKonuu. Tprn OCHOB-
HBIX HallpaBJIeHUSI YCOBEPIICHCTBOBAaHUS OQTajlb-
MOCKOITa, YKa3aHHBIX [eIbMTOIbLEM, O KOTOPhIM
1mIa padora opTaabMoI0roB TTocaenytomnine 150 er, —
3TO TMOAOOP ONTUMAJILHOTO MCTOYHUKA OCBEIICHUS
oTpaxalolleil MOBEPXHOCTU, HAMPABJISIIONIECH CBET B
I1a3, U CNocoObl KOPPEKIIMU HEUYETKOTO U300pake-
HUS TJ1a3HOTO JHA. JI0 CHX ITOp B HALLIUX HOJIUKINHM-
Kax MpU CTaHZAPTHOM OOCIE€IOBAaHUM IMAUEHTOB
UCITIOJIb3yeTCs O(TaIbMOCKOII, TIe cBeua 3aMeHeHa
Ha IIeJIEBYIO JIaMITy, a MPSIMOE 3epKajlo — Ha BOTHY-
TO€ C LIEHTPaJIbHLIM OTBepcTHEM. Takoii mpubdop
MMO3BOJISIET BUIETh KPOBEHOCHBIC COCYAbI, BBIXO/
3pUTEILHOTO HEPBa (CJIeToe MSITHO), XKeJATOoe MSITHO U
BBISIBUTb HEKOTOpbIE MATOJAOTUU. i1 TOro 4ToOBI
YBUIETb Yepe3 3padyoK MaTpully (poTOpelenToOpOB,

TTOHAZoOMIach BCS MOIIb COBPEMEHHBIX HAyYHBIX
TEXHOJIOTUI1: KOMIIBIOTEpU3aLIMS, Ta3ePHOE OCBellle-
HUe, cuctema, ciefsias 3a IBUKEHUSIMU TJasa u
KOMIICHCUPYIOIIasl 3TH ABVDKEHUS, KOH(MOKaJIbHAsI
MUKPOCKOTIUS U AeopMUpyeMoe 3epKajlo, UCTIpaB-
Jisiiolee BOJTHOBOM (DpOHT OTpaXkKeHHOTO OT [M1a3HOTO
JIHA cBeTa — aganTuBHas onTuka (AO).

HMnes AO Obli1a MO3aMMCTBOBaHA y aCTPOHOMOB.
Jlass 00pbpOBI ¢ HEOMHOPOIHOCTHIO aTMOC(epHl Bce
HazeMHBbIEe TEJIECKOIbl UMECIOT 3epKajia, HaOpaHHbIE
U3 MHOTOUMCJIEHHBIX MaJIeHbKUX 3epKajl, HacTpau-
BaeMbIX Ha HauJiydlllee BuneHue. B odpranbmonoruu,
MpU KapTUPOBAaHUU PeELENTOpHOM MaTtpuibl AO
MpencTaBisieT co00i MHCTPYMEHT, C MPUMEHEHVEeM
KOTOPOTO M3MEPSIOTCS M 3aTeéM KOMIIEHCUPYIOTCS
MOHOXpOMaTHUUYeCKHe abeppaluu, CylIeCTBYIOIINE
Ha ONTUYECKOM TIyTH uepe3 TepelHue cpelbl Iiasa
(porosuily, 3payok, XpyCTaJIMK U CTEKJIOBUIHOE Te-
JIO) U TKaHb ceTyaTku. Maest KapTUpoBaHUS U KOM-
MeHcaluy ONTUYECKUX UCKaXKeHU B I1a3y YeJoBeKa
BBICKa3bIBajach emie B 1961 1. (CmupnoB, 1961). To-
IJa HEeBO3MOXHO OBLIO peaiu30BaTh TEXHUYECKU
npuMeHeHue MeToaoB AO.

Cucrtema AO uzMepsieT UICKaXKeHHBII B pe3yIbTa-
Te ONTUYECKUX abeppalinii BOTHOBOU (GPOHT ITPH ITO-
MOIIIN JaTynKa BojitHoBoro pponTa [llaka-XapTtmana
(a Shack-Hartmann Wavefront Sensor) 1 KoMIeHCH -
PYET €T0 C UCMOIb30BaHUEM KOPPEKTOPA BOJIHOBOIO
dpoHTa. DTN OBa KOoMmnoHeHTa AQO CBsS3aHBI IIEH-
TpaJbHOI cucTeMoii yripaBiaeHus (puc. 1).

MN300paxenne yyacTKa ceTyaTKM, CKOPPEKTUPO-
BaHHOe AQ, 3amuchiBaeTcsl MPU MOMOIIM KaMephl
BeIcOKOoro paspemenus (Roorda, Williams, 1999;
Hampson, 2008; Gill et al., 2019). OouH u TOT Xe
Y4aCTOK CETYATKU 3alMChIBACTCS HECKOJIBKO pa3 sl
YBEJIMICHUST COOTHOIICHUSI CUTHAJIa HaJa IITyMOM Ha
n3obpaxkeHun. MamepeHne W TOJIHAST KOPPEKIIMS
BOJIHOBOTO (bpOHTA MO3BOJWIN YIYYIIUTHb ONTUYE-
ckoe paspenieHue ¢ 10—15 MKM 10 ~2 MKM 1 BU3ya-
JIM3UPOBATh (DOTOPELIETITOPHI, TAHTIIMO3HBIC KIICTKH,
KJIETKM TTMTMEHTHOTO 3MUTENUS CeTYaTKMU.

HUctopus mn stamsl pa3padboTKu yctaHoBKU ¢ AO
IJIsl U3y4EeHUs] PelenTOPOB Ila3a XKMBOTO YeJIoBeKa
onucaHbl B 063opax (Hampson, 2008; Williams, 2011;
Merino, Loza-Alvarez, 2016) u MOryTr OBbITb IIp€I-
CTaBJIEHbI KPaTKO CJIEAYIOIIUM 00pa3oMm.

B 1980 r. nis1 uccienoBaHusl MIa3HOTO AHA OBLIT
MpemIoKeH CKaHUPYIOIIUN Ja3epHblil odTaabmo-
ckoII (scanning laser ophthalmoscope — SLO). B 1989 .
JUISL YIYUIIEHUST peTUHAIBHOTO U300pakeHUsl, IOy~
yaemoro npu nomouu SLO, ObUIO MPUMEHEHO Ae-
dopmupyeMoe 3epkaio. B 1996 r. 6pl1a CKOHCTPYH-
poBaHa (poToKaMepa CIieLIuaJIbHO JIJIsT PUKCAILIMU OT-
JIeJIbHBIX KOJI00YEK B HOPMAaJIbHOM IJ1a3y YejloBeKa.

B 1999 r. B xypHane “Nature” mosiBUI0OChH KpaT-
koe coobmenue “The arrangement of the three cone
classes in the living human eye” (PacnonoxkeHue KoJi-
0oueK Tpex KJIacCOB B XKMBOM a3y yejoBeka) (Ro-
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orda, Williams, 1999). Hauaymacs Ka4eCTBEHHO HOBAasI
3I10Xa U3YYEHMUS] PELeITOPOB CETYATKU YeIOBeKa.

Ilepsoe omkpuimue, cdenannoe baaeoodaps
npumernernuro AO

Brepsbie pacnionoxeHue S, M u L kojibouyek ObI-
JIO TI0OKa3aHO Ha M300paXeHUSIX yYaCTKOB MaTpPULIbI
CETYATOK JIBYX UCTIBITYEMBIX, TTOJYUEHHOE in Vivo TIpU
nomo1iu AO B KoMIuieKce ¢ AeHcutomerpueit (Roor-
da, Williams, 1999)2.

Ocseliasi ceTyarky CBETOM pa3HbIX JIJIUH BOJIH,
MOXKHO BbI3BaTh YaCTMYHOE WJIY MOJHOE (B 3aBUCHU-
MOCTU OT MHTEHCUBHOCTH) auddepeHnaibHoe
o0ecliBeUMBaHUE 3PUTEJIbHOIO MUTMEHTa B HapyX-
HBIX CETMEHTaX KOJI0OUeK 1, KaK pe3yabTaT, — U3Me-
HEHWE UX OTpaXaTeJIbHOI CITOCOOHOCTH.

N300paxenne MaTpuibl (OTOPEIEIITOPOB TEM-
HOQIANITUPOBAHHOM CETYATKU CPAaBHUBAETCS C U300-
paXeHUSIMM, TONYYEHHBIMH TIIOCIE CEJIEKTUBHOIO
obecuBeYnBaHUS QPOTOITMTMEHTOB KOJIOOUEK CBETOM
550 uM. JI1s1 Kaxkgoii ob6acTu ceTyaTKU ObLIO caeia-
HO TpuMepHO 50 u3006paxkeHUuil, CHATHIX B TeUeHUE
ISITU JHEM M YCPEAHEHHBIX IS YBEJIMUCHUSI OTHO-
IIeHUST CUTHaI/IuyM. L u M KOJIOOUKU BBITISIASIT
CBETJIBIMU, TaK KaK OHU MOMIOIIAIOT CUJIBHO, U, CO-
OTBETCTBEHHO, oOecHBeunBaloTCsI. Tak Kak S KoJj-
OOUYKM MpaKTUYECKU HE MomiolamT cBeT 550 HM,
OHU BBITVISIASIT TEMHBIMU TISITHBIIIIKAMUW Ha M300pa-
XeHUsIX nomnoineHus. MaeHTudunmpoBaHHbIE Ta-
KM 00pa3oM S-KOJOOUYKM OTMEUad Ha KapTe pe-
LIETITOPHOM MAaTPULILI U YIAJSIIA U3 MOCIEAYIOIIETO
aHaJu3a.

Hns pazgeneHust octaBiuxcsa L u M Konbouek
CpaBHUBAIOTCS M300pakeHUSsI IIOIJIOLICHUS, MOIYy-
YyeHHBIE B IBYX JIPYTUX YCIIOBUSIX obecliBeunBaHUs. B
MEPBOM — IIPU OCBEILIEHUN CETYATKU CBETOM 650 HM
obecuBeynBaroTcsa L KonGouku, BO BTOPOM, — IIpU
ocBelleHun cBetoM 470 HM oOecuBeduBaroTcss M
Konoouku. PacnpeneneHusi TeMHBIX (pOTOpelEenTO-
pPOB Ha M300paXXKEHUSIX ITOINIOLICHUST (MU CBETIBIX
Ha KapTUHE OTPaXXeHMsT) B 9TUX ABYX CIydasiX OKa3bl-
BAalOTCSI IPOTUBOMNOJIOXHBIMU U JOIOJIHUTEILHBIMU.

NpoentudunupoBaHHble TaKUM criocoooMm L, M u
S Kon160YKHM, conepxkaile pa3Hble 3pUTEIbHbBIE TTUT-
MEHTHI (MMelolle pa3Hble CIIeKTpalbHble YYBCTBU-
TeJIbHOCTU), TIPEICTABJISIOT HAa KapTax pelenTOpHO
MaTpULIBI JT HAJISITHOCTU pa3HbIMU LIBeTaMU: L KoJ1-
00YKHU — KpacHbIM, M KOJIOOUKU — 3€JIEHbIM U S KOJ-
00uku — cuHuM. [TogpoOHEBIN cTaTUCTUYECKUIA aHA-
JIU3 pacripeie/IeHUs] KaXKIIOro U3 TpeX TUIIOB KOJI00-
yeK Ha MaTpulie (poTopelenTopoB B ceTyaTkax
(mpuMepHO B 1° OT (poBea) IBYX MYKUUH ObLIT TIpe-
crapieH B 2001 r. Bo Bcex mazax M u L kon6ouku
OB PACMOJIOXKEHbI CIy4aiiHO, YTO MPUBOAUT K 00-

2 JeHcuToMeTprs — METOI U3MEPEHUSI ONITUYECKON TIJIOTHOCTHA
(GOoTONMUrMeHTa B Hapy>XKHOM CerMeHTe (DOTOpelenTOpOB
(Campbell, Rushton, 1955).
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I'nas

Puc. 1. Cxema cUCTeMbI aTalITUBHOM ONTUKM JJIsT BU3ya-
JIM3AIUHU PELETITOPHON MAaTPULIBI CETYATKH KMBOTO YEJI0-
BeKa, [TOKa3bIBAIOIIAs KAK B3AMMOCBSI3aHbI TP OCHOBHBIE
ee KOMITOHEeHTa: CEHCOP, KOPPEKTOP M KOHTPOJLIEP.

1 — cencop — Illaka-XapTmMaHa — U3MepUTEIb BOJTHOBO-
ro ¢poHTa, 2 — KOPPEKTOP BOJIHOBOTO (hpOHTA — TPAHC-
dopMupyemoe 3epKajio, 3 — KOHTPOJUIED.

CTpenkoii mokazaHa oGpaTHasi CBSI3b C CEHCOpa Yepes
KOMIIbIOTEp Ha nedopmMupyemoe 3epkaso (1o K.M. Hampson
Adaptive optics and vision. Journal of Modern Optics. 2008).

pa3oBaHMIO HEOOJBIINX YYaCTKOB, COACPKAIINX
KOJIOOUKHM OIHOTO TUMA. S KOJIOOUYKU COCTABIISUIM HE
oousiee 10% ot odbiero yucia kojtoouek. CooTHoOIIE-
HHe KoimdyectBa M m L KoI0OYeK HCHBITYEMBIX
CUJIBbHO pasnmyaiiock. HecMoTps Ha 3T0, 00a MCTIBI-
TYeMBIX ObUT HOpMaJIbHBIMU TpuxpoMaTamu (Roor-
da et al., 2001). B 2005 r. a1 pe3yabTaThl OBLIN 1O/~
TBEePXKACHBI YK€ Ha BOCbMU UCHBITYEMBIX C HOPMaJIb-
HeiM L3 (Hofer et al., 2005). ®eHOTUI LIBETOBOTO
3PEHMS KaxKI0ro U3 BOCbMU OOCIeIyEeMBbIX JIMII OlIe-
HMBaJIM C UCIIOJIb30BaHUEM paBeHCTBa Pajes, riceB-
nousoxpomarudeckux Tadmun (AO-HRR, Dvorine u
Ishihara) u Tecta “100 orreHkoB” MapHCBOpTa-
Mamncemra. ITokazarenu Kaxkaoro MCIILITYEMOTO BO
BCEX T€CTaX COOTBETCTBOBAJIM IPUHSITHIM KPUTEPUSIM
HOPMAJILHOTO IIBETOBOTO 3peHus. [eHeTmyecKuii
aHaJIM3 TT0Ka3aJl, YTO UCITbITYyEeMble MY>KUMHBI UMEJIN
Habopsl L 1 M reHOB, obecrnieunBaroie HopMaib-
Hoe 113. OtHomeHne Konmmuectsa L k M KonbGoukam
y nata ucnbityMbix (¢ mnuuuanamu HS, YY, AP,
MD, BS) 6suto cemyromum: HS, 1: 2.7; YY, 1.1: 1;
AP, 1.2: 1; MD, 1.9: 1; u BS, 16.5: 1. CopokokpaTHast
BapHralysi OTHOCUTEIbHOTO KojimdyecTBa L u M Koi-
0oUeK y pa3HbIX UCITBLITYEMBIX HE OTpaxKajgach Ha UX
LIBETOPA3IMYUTENIbHBIX crtocooHocTsix (Hofer et al.,
2005; Williams, 2011). Pe3yabTaT Kazajucs IOKUpPYyIO-
1muM. M3 Hero ciieqoBajio, YTo M HEOOJIbIIIOE KOJInYe-
CTBO KOJIOOUEK KaXXIOTO TUIA TOCTATOYHO JJIsI Opra-
HU3alLMM Ipolecca IBETOPa3InYeHUs TP COOTBET-
CTBYIOLIIEH1 00OpabOTKEe CUTHAJIOB MOCICAYIOIINMU,
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CBSI3aHHBIMU C 3TUMHU KOJIOOUYKAMU HEPBHBIMU KJIET-
kaMu. HamoMHumMm, 4yTto 1 S Kobouek Bcerga He 00-
Jiee JECATU MPOLIEHTOB OT OOIIEro KOJudecTBa KO-
0OYeK, 1 OHN OTCYTCTBYIOT B (poBea.

IIpuuuHa ciayyaitHoro pacmnpeneyieHuss L, M u S
KOJIOOUYEK B KapTUHE PEeNTOPHON MO3aKHU ceTIaT-
KM 9eJIoBeKa, BEISIBIASHHOTO TpH oMol AQO in vivo,
omnpeaessieTcss Kak pacriojIoXKeHUEM TeHOB, KOIUPY-
IOILMX OTICUHBI 3pUTEJIbHBIX IIMTMEHTOB B XPOMOCO-
Max 4ejoBeKa, TaK U CIyJdalHbIM IIPOLIECCOM, OIpe-
JEJISIIOIIUM HaJlu4Me TOTO WJIM MHOTO MUTMEHTa B
Kaxaoil Kojioouke. I'eH, kKogupymooluii S-ONCHH,
PacmojIOXeH B CebMOIA XpoMocoMe. ['eHbI, Koaupy-
olmre oncuHbl otonurMeHToB L 1 M koi160uex,
pacIoJIOXKEHbI TAHAEMOM B (-IUI€Ye X-XPOMOCOMBIL.
B HopmanbHOI ceTuaTke 3Kcrnpeccust L reHa miam
M reHa B Kax0il KOJIOOUKe OrocpeaoBaHa ciaydaii-
HBIM npouieccoMm. Ilpenmosaraercst, 4To B KaxXKmoi
KOJIOOUKE B3aMMOMCKITIOUAOILIYIO 3Kcrnpeccuio L/M
TeHOB KPACHBIX U 3€JICHbIX OIICUHOB KOHTPOJUPYET
creuMabHbIN yuyacToK xpomocoMmbl — (Locus Con-
trol Region). OH CBSI3BIBaeTCS C IPOMOTOPOM 1100 L,
JIn60 M reHa, onpeaesis SKCIPECCUI0 TOJIbKO OTHO-
ro reHa OIICMHA B 3TOM KJIETKE, M TEM CaMbIM, KaK
MpaBUIO, CJIydaiiHOE pacIlOJIOXEHUE OTUX JIBYX
knaccos (L, M) kon6ouek (Nathans et al., 1986).

Bmopoe omkpoimue, cdeaantoe 6aaeodaps
npumeneruro AO: pazuas npupoda L, M u S
duxpoma3suii

ITIpuMmepHO B YeThIpeX IIPOLIEHTAaX YEJI0BEUECKOMN
MOIYJISILMKU (B OCHOBHOM Yy MY>XYMH) OOHapy>KuBa-
IOTCSI OTKJIOHEHMSI OT TpexMmepHocTu 13 — nuxpoma-
3un. OTCyTCTBUE KpacHOro npueMHuka (— L) — mpo-
TaHOMUSI; OTCYTCTBHE 3€JI€HOTO NMpueMHuKa (— M) —
JIelTepaHoOINus M OYEeHb PEIKO OTCYTCTBHE CHHETO
npueMHuKa (— S) — TputaHonus. JIjis KOHCTaTaluu
HOpMaJIbHOTO TpexMmepHoro 1I3 u BbISIBIIEHUS €ro
aHoOMaJIMii pa3paboTaHbl NCUXO(PU3NIECKUE TECTHI:
yCTaHOBJIEHUE paBeHCTBa Pajes; rceBmonzoxpomMa-
THyeckue Tabmauubsl Mimwmxapa; PabkuHa; TecT
“100 mBeToBBIX OTTeHKOB” m npyrue (Lakowski,
1981). B HacTos11iee BpeMsl CyIIeCTBYIOT CHelalb-
Hble TeCTUpYIOIlMe MPUIOXKEeHUsI B cMapTdoHax,
MO3BOJISTIOIINE II0JIb30BATENI0 OBICTPO CaMOCTOSI-
TEJIbHO OLIEHUTH CBOU 1IBETOPA3JIMIUTEIbHBIE CITO-
cobHocTu. Kak roBOpuIIOCh BHIIIIE, T€HBI, KOJIUPYIO-
mue L 1 M oncuHBI, pacloJIOXEHbB TAaHAEMOM B
g-mmede X-XpoMOcOMEI. [IprmueM MokeT OBITh pas-
HOE YKCJI0 KOTIUIA 3TUX FEHOB: C OMHUM IreHoM L- 1 ot
ogHOro 1o Tpex Konwuii reHa M-oncunHa (Nathans et
al.,1986). Takoe pacnosoXeHWe TeHOB OIICMHOB
KpPacCHO- 1 3€JIeHOYYBCTBUTEIBHOTO TIMTMEHTOB TPU
oOMeHe reHeTUYeCKUM MaTepHraJioM B Meiio3e MEXIy
X-XxpoMocoMaMl TapTHEPOB MOXET B pe3yJibTaTe
MPUBECTU KaK K HOPMaJIbLHOMY, TaK U NeMEKTHOMY
Ha0Opy 3TUX TeHOB B X-XpOMOCOMAaXx JOYEPHEro Op-
raHusMma. uxpomasuu (— L m —M) BcTpevarorcst ya-

e Y MYXXYUH, HACIIEIYIOIIUX OIHY X-XpOMOCOMY,
YeM Y XKEHILIWH, UMEIOLIMX IBE X-XPOMOCOMBI.

IMpuuuny nuxpomatudeckoro I3 (mporaHonuio —
yTpaTy IJIMHHOBOJIHOBO YyBCTBUTENbHOTO (L) mpu-
€MHUKa U JeUTepaHOINUI0 — CPEIHEBOJHOBO UyB-
crBUTENIbHOTO (M) mpMeMHHKa) MOXHO TIpelcTa-
BUTH MO-Pa3HOMY: BO-TMIEPBbIX, KaK pe3yJabTaT MOTe-
pM OIHOro Kjacca KojJOOuYeK; BO-BTOPBIX, MpU
HOpPMaJIbHOM KOJHWYECTBE KOJIOOUYEK, ColepKaHUuEeM
BO BCEX KOJIOOUKAX TOJBKO OJTHOTO U3 ABYX MUTMEH-
TOB. DTa naujaemMMa Obljia paspellieHa Mpyu MOMOIIU
AO. BpUIO TTOKa3aHO YTO MPOTAHOITUS 1 AeHTEepaHO-
MUSI UMEIOT Pa3HYIO IPUPOY.

IIpu oMo AO-aeHCUTOMETPUMN ObLUIM ITOJIY-
YeHbl KapThl PeENTOPHON MO3auKU ABYX UCIIBITYE-
MBbIX — TIpOTaHOIIa 1 AeliTepaHorna. ¥ IpoTaHoIla B
LIEHTPAJILHOI ceTyaTke ObLIO HOpMaJbHOE KOJUYe-
CTBO (DYHKIIMOHUPYIOIIMX KOJIOOYEK, U BCE OHU ObI-
JIM 3€JICHOUYYBCTBUTENbHBIC. [eHeTUUYECKUIT aHaIu3
roKasaji, 4To y 3TOro ucnbeityemMoro L-reH B X-xpo-
MocoMe ObLT 3aMellleH M-reHoM, KOAUPYIOILIUM OIl-
CHMH 3€JICHOUYBCTBUTEILHOIO ITMTMEHTA.

V neiiTepanoIra Ha n300paxkeHUM MaTPUIIBI POTO-
penenTopoB M-kKoj1004KM OTCyTCTBOBaAIM. Perymnsip-
HOCTb OOIIEi MO3auKU KOJIOOYEK y 3TOIO YeIOBeKa
ObLTa HapyIlIeHa, TOrIa KaK OTAeIbHbIE MO3auku L u
S xonbouek ObLIM HOpManbHBI (Carroll et al., 2004).
I'eHeTyeckmii aHAJIM3 ITOKa3ajl B 3TOM cjlydae, 4TO
HOpMaJbHBINT M-TeH (OoTONMMIMEeHTa OBIIT 3aMelIeH
nedekTHbIM M-TeHOM, KOOUPYIOIIUM He(DYHKIIMO-
HUPYIOLINI MUTMEHT. 3€JIeHOUYYBCTBUTEILHEIC KOJI-
0OYKM B pe3yJibTaTe pe30pOMpPOBAIMCH IO BCeit Mo3a-
uke ¢otopeuentopoB. (HamoMHuUM, 4YTO TOJBKO
HOPMAaJIbHBIA (POTOMUIMEHT SIBJSICTCSI CTPOMTEIIb-
HBIM MaTepHlajaIoM Hapy>KHOTO cerMeHTa (DOTOpELIeII-
Topa.) Ilpu oGcienoBaHnM elle Tpex AeHTepaHOIIOB
U JIBYX IIPOTAHOIIOB HOBBIM MeTogoM — AQO, coBMe-
IIEHHOI C KOTepeHTHOI ToMorpadueii (cM. maiee),
ObLIO OOHapyXeHOo nHoe MposiBieHue L u M nuxpo-
Ma3uii Ha peuentopHoii Mmarpuue (Zhang et al.,
2019).

TpuraHomnust — peaKo BCTpedarolIUiAcs ne@UIUT
LIBETOBOIO 3peHMsSI B CMHE-3eJICHOI 00JIacTh CrieK-
Tpa. Ilpennonaraaoch, 4YTO MPUUMHON 3TOrO Hapy-
menus 113 MoxkeT GBITh HapyllleHUe CTPYKTYPhI WU
CTaOMIJILHOCTH IMMUTMEHTA S-KOJIOOUEK, CBSI3aHHOTO C
pPa3IMYHBIMU aMUHOKHWCJIOTHBIMU 3aMeHaMU B MO-
nekyie orncuHa. [Tpu momomn AO — IEHCUTOMETPUUA
OBLJIO ITIPOBEAEHO 00CIefOBaHUE 56-JIETHETO MYXKY M-
HbI—TpUTaHOMAa (MO BCEeM ICUXO(MU3NUYECKHUM Te-
craM) 1 ero 33-JeTHeil JoYepu co CIadbIMU TpUTAH
OTKJIOHEHUSIMU. Y OTIlIa Ha KapTaX pelenTOPHOI MO-
3aMKU He ObLIO OOHApyXeHO S-Kojibouek. B pe3yib-
TaTe OTCYTCTBUS S-KOJIOOUEK Oblia HapyllleHa o0Last
peryJsipHast MO3anKa KoJIOOUYeK. Y Jodepu B pa3HBIX
yJacTKax ceTyaTKU pelenTOPHON MO3auKM MPUCYT-
CTBOBAJIM BCE TPU TUITA KOJIOOYEK, U MPAKTUIECKU
He oOHapyXeHO Je(EKTOB PETyISIPHOCTA MO3auKU.

CEHCOPHBIE CUCTEMBI Ne 1

ToM 37 2023



YTO OAJIA ADAIITUBHAA OITTUKA 23

W y otua, n y modyepu B reHe OICUHA CMHEYYBCTBH-
TEJILHOTO TMIMEHTa (pacIioJIoXEHHOIO B CEIbMOM
XpoMOcOMe) ObLIa BBEISIBJICHA HOBas MyTallusl —
R283Q. deHoTUNMYECKAsT pa3HUILA MEXKAY OTLIOM U
JI0YEePbhIO, UMEIOIIAsl OHY U TY K€ MyTallMIo, MOXET
OOBSICHSITECSI TEM, YTO OHU HAXOOWINCHh B MOMEHT
WCCIeOOBaHMSI HAa Pa3HBIX CTAOUSIX MPOTPECCUPYIO-
e ¢ BO3pacToM aTpodrM HapyKHBIX CETMEHTOB S-
KOJIOOYEK, TIPUBEIIICH y OTLIAa K yTpare S-KOJIOOYEK
(Baraas et al., 2007).

Tpemve omkpoimue, cdenannoe baaeodaps
npumenenuio AO. Lleemosvie ouyuienus
npu CMuMyasyuy 00UHOYHbIX KOAO0HeK

PasButne u coBepiieHCTBOBaHUe MeTonoB AO B
KOMIUIEKCE ¢ IEHCUTOMETpHEil M CKaHUPYIOIIei J1a-
3epHoit opTanbmockonueir (AOSLO — adaptive op-
tics combined with scanning laser ophthalmoscopy)
TMO3BOJIMJIO HE TOJBKO TOJYyJaTh KapThl BBICOKOTO
paspenieHus1 MaTpuilbl (OTOPELENITOPOB CETYATKHU
YyeJoBeKa BOIM3U (oBea, HO M BO30YKIaTh OMMHOY-
HbIe KoJ10ouku. st 3putenbHoi ctumyissuni AOSLO
MOXET MPOU3BOJIUTH CTUMYJIbI C BbICOUYAMILIEH TMPO-
CTPAHCTBEHHOM TOUHOCThIO. DTO CBSI3aHO C TEM, UTO
BU3YaINU3aIys U CTUMYJISIIIVST MOTYT OBITh IIPOCTPaH-
CTBEHHO M BO BPEMEHU COBMEIICHBI B OAHOM U TOM
xe ydye B SLO (Roorda et al., 2002).

Bri10 TOKa3aHO Ha KapTax BBICOKOIO paspelle-
HUSI OMHUX U TeX K€ YYACTKOB CETYATKU UCTTBITYEMO-
ro Boau3u dosea (1°—1.5°), CHATBIX Yepe3 pa3HbIe
MPOMEXYTKHU BpeMeHHU (Yepe3 IeHb, MECSILL), YTO pac-
MOJIOKEHUE OTHENIbHBIX MASHTUPUIMPOBAHHBIX L,
M u S KojiboyeK B TOUHOCTH BOCITIPOU3BOIUTCS. DTO
JaJI0 BOBMOXHOCTb MHOTOKPATHO CTUMYJIMPOBATh
pa3Hble 3apaHee uneHTudunuposaHHeie (L, M) or-
JIeJIbHBIC KOJIOOYKHU U y3HABaTh CyObEKTUBHEBIE OIIY-
meHus1 ucnbityemMoro. [lepBblii Takoil ONBIT ObLI
MPOBEIEH HA IBYX HOPMAJIbHBIX TpuxpoMartax. Criek-
TpaJibHasi YyBCTBUTEILHOCTh BBIOPAHHBIX IJISI CTH-
MYJISILMU KOJI0O0YEK 1 UX TIOJIOKEHUE Ha KapTe ObLIn
3apaHee ornpeneiaeHbl. [1oCKONBKY KpUBBIE CITEK-
TpaJIbHO# 9yBCcTBUTEIbHOCTH L 1 M K0J1009eK ueno-
BeKa UMEIOT OJIM3KO PacloI0XKeHHbIE MAKCUMYMBI 1
MEPEKPhIBAIOTCI B KEITO-3€J€HOM 00JlacTu, HC-
MOJB30BAJICA OAWH CTUMYI (543 HM, C IMPUHOM TTO-
JIOCHI 25 HM), BO30YyXIalOIIUil Te U ApYrue KoJi-
60uku. CeleKTMBHOCTh BO30YXKIEHMUS OOWMHOYHON
KOJIOOYKM MTOCTUTAIACh MOJOXEHUEeM CTUMYJa (CBe-
TOBOTO MSITHBIILIKA) HA HAPY>KHOM CETMEHTE TOJILKO
onHoii 6o L, mn6o M konbouku (puc. 2).

Pasmep ctumyna (~0.45' B quameTpe) COCTaBIISII
MeHee TIOJIOBUHBI pa3Mepa BHYTPEHHETO cerMeHTa
KoJI00UKU. BbI10 MoKa3aHo, YTO: MOBTOPHAs CeleK-
THBHAsT CTUMYJISIIUS OTHEIBHBIX PEIEeNTOPOB OT
OITBITA K OITBITY, B pa3HbIe THU, BBI3bIBAIA Y UCTIBITY-
€MbIX MTOBTOPSIIOLLIMECS OIILYILIEHUS; B OOJIbIIMHCTBE
cirygaeB (OoJjiee, YeM B MOJIOBUHE) CEJICKTUBHAS CTU-
MyJISIMS Kak L, Tak 1 M KoJj1004eK, Yy 000MX MCITHI-
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Puc. 2. Cxema Bo30yXIeHUSI ONMHOYHBIX 3apaHee UIeH-
TudunpoBaHHbix L 1 M Koibodyek (ImoKa3aHbI OKpa-
LIEHHBIMU KpPY>XOUKaMM Ha (dparmMeHTe peLienTOPHOMI
MaTpulibl) CTUMYJIOM 543 HM; KpUBBIE CIEKTpaIbHOM
YyBCTBUTEIbHOCTH L 1 M Konboyek yenoBeka U CHeK-
TpaJbHOE TIOJIOXKEHUE CTUMYJIa, BO30YKIAIoIIero Kak L,
Tak 1 M KOJIGOUKHU; MOJIOXKEHUSI CBETOBOTO IMSTHA Ha Ha-
pykHoM cerMeHTe L miu M KonOo4kKu 0OGO3HAUYEHbI
CTpelIKaMHu.

TYEMBbIX BBI3bIBajia OLIYyIIeHUE OEJIOro; CTUMYJISIINS
MEHbIIIeil YacTu KoJIOOUEK BbI3bIBajia OILIYLICHUS,
COOTBETCTBYIOIIME UX “HOMMHAIYy”: BO30yxKneHue L
KOJIOOYEK — OIIyILIeHHEe KpacHoro, M Kojab0odek —
omyiieHue 3ejaeHoro. OTcioga ObUT cliejlaH BBhIBO,
YTO 3a [IBETOBbIE Y aXpOMaTUUYECKUE OLLYIIEHUS OT-
BETCTBEHHBI pa3HbIe TTOMYJISILIMU KOJIOOUEK, ITPpUIYEM
3a LIBETOBbIe — MajiouucyieHHas nomnyasinusi (Hofer
et al., 2005).

Pe3ynbTaThl ONBITOB ¢ BO30OYKACHUEM OTACITbHBIX
KOJIOOYEK BBI3BAJI HOBBIN BOITPOC: CITOCOOCTBYET JIN
OILLYIIEHUIO IIBETA OMIOHEHTHOE OKPYXXEHUE TeCTH-
pyeMoii KOJIOOUKu?

bru1 mocTaBiieH CIeAYIOLINIA OITBIT: IJIST CTUMYJISI-
IUU BBIOMpaAIM Ha MaTpuile GOTOPEHeIITOPOB KO-
004Ky (HarpuMep, L), oKpykeHHY10 111eCcThbio M KoJi-
6oukaMu, wix M KOJIOOUYKY, OKpyXeHHyI0 L Koi-
ooukamMu. OTBET OBIT OTPULIATEIIBHBIN: CTUMYJISIIIUS
KOJI00YEK, OKPYXEHHBIX B MO3auKe KOJOOYKaMu
JIPYroii CIIEKTpaJbHOIl YyBCTBUTEIILHOCTH, B OOJIb-
IIIMHCTBE CJIy4yaeB BhI3bIBaJjia OIlyllIeHUe O6eoro (Sa-
besan et al., 2016). I1pu Ma0it BepOSITHOCTH MoIaaa-
HHS Ha KOJIOOUYKY, BoBiedeHHYIO B 1[3 (Takue koi-
OOUYKM OTHOCSTCS K MAJIOYUCIIEHHOM TTONYJISILINMN), U
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OTHOCHUTEILHO MaJIOM KOJIMYECTBE IIPOO Takoii pe-
3yJITAT JIETKO OOBSICHUM.

B penkux ciydastx 1ipu Bo30yxKaeHUM TeX M KoJi-
0oueK (CTUMYJISILISL KOTOPBIX Ha 0€710M (DOHE BBI3bI-
Baja y WCIBITYeMbIX OIllyllleHUue “3eJeHOro”) Ha
LIBETHOM, KOPOTKOBOJIHOBBIM (hOHE, BhI3bIBAJIa OIILY-
meHue “cuHero”. Y OgHOIO U3 IBYX HCITBITYEMBIX
Ipu CTUMYIIONA M KOJ0O4YeK BEPOSITHOCTh “CH-
HMX” OTBETOB ITOBBIIIIAJIACH ¥ T€X KOJIOOUEK, BOJIU3U
KOTOPBIX HAXOIWJINUCH S KOJIOOUKU. J1sT 00BbsICHEHUS
9TOr0 pe3yabTaTa BbICKA3aHO IIPEAIIOJIOXEHUE, UTO
ocBenleHre M KonOouKky BO30Y:KIaeT U 3eJIeHBIN, 1
CUHUIA ONIIOHEHTHEIE KaHAJIbI 00pabOTKU CUTHAJIa, a
OTHOCUTENIbHASI aKTUBHOCTH COCETHMX KOJIOOYEK OT-
JaeT mpenrouyTreHue omHoMy u3 Hux (Schmidt et al.,
2018).

KOMBUHUWPOBAHUE AO U KOTEPEHTHOM
TOMOI'PA®UN

TpuxpomaTuueckoe KapTUpOBaHUWE MO3aUKU
KoJIOOUEeK YyesoBeKa in vivo mpu oMol AQ B KOM-
IUIEKCE C IEHCUTOMETPUE — TepBhIiA MpsIMOiA (1 1O
HelaBHEero BpeMeHU €NWHCTBEHHbII) MEeTOl BU3ya-
JIM3allMM pelenTOPHONH MO3auKU U OLIEHKU y4acTusl
otnenbHbIX ¢GoTopeuentTopoB B 113. HemaBHO ObLT
MpeaaoKeH HOBBIM KoMIuieKe — AO 1 (pa304yBCTBHU-
TEJIbHOKM ONTUYECKON KOrepeHTHOW ToMorpahuu
(phase-sensitive optical coherence tomography —
AO-PSOCT) (Hillmann et al., 2016; Zhang et al.,
2019). AO-neHCcUTOMETPUS CETYAaTKU OIMMPaeTcs Ha
W3MEHEHUS OTPpaKaTeJIbHOU CITOCOOHOCTU KOJIOOYEK
npu ¢poroodecuBeunBanuu. Metonm AO-PSOCT wuc-
MOJIb3YET TOT (haKT, UTO MPU CTUMYJISILIUU CETYATKU
KOPOTKOM BCIIBIIIKOW BUAMMOIO CBeTa Hapy>KHbIE
CEerMEHTBI KOJI0OUYEK NEMOHCTPUPYIOT ObICTPOE yBe-
JIMYeHUEe IJIUHBI omnTtudeckoro myTtu (optical path
length — OPL) cBeTa. AMIIMTYda 3TOr0 U3MEHEHMUS
JIOCTUTaeT COTEH HAHOMETPOB B 3aBUCHUMOCTU OT
JUTHBI BOJIHBI, CUJIbI CBETOBOTO Pa3ApakKUTEJS U TU-
na (S, M unu L) konbouek. MccienoBaHue 3TOro MH-
IyLrpoBaHHOro cBeToM n3meHeHust OPL (B Tepmu-
Hax 3KBUBAJIEHTHOIO M3MEHEHUs (ha3bl) IOKa3aio,
YTO OHO SIBJISIETCS] pe3yJbTaToM (hOTOTPAHCAYKIIMU B
KoibouKax. ABTOpbl HOBOTO METOJla OTMEYaloT €ro
NpenMyniecTBa 10 cpaBHeHUIO ¢ AO-IEHCUTOMET-
pueii ceryaTku. OHU COCTOSIT B TOM, YTO MPU KJIACCU-
dukalu TUNOB KOJI0OYEK NOCTUTHYTHI 3HAUUTEb-
HO MeHblnne HeonpeaeneHHocTn (<0.02%) (1o
OlleHKEe caMuX aBTOpOB AQO-JAeHCUTOMETPUHU, CO-
crapistorye 3.6 = 1.6%). CylecTBeHHO yKOpayrBa-
eTcs BpeMsl coopa gaHHbIx. OHO COCTaBISIET OT 5 ¢ 1O
30 muH, Torga Kak omnbITel AO-IeHCUTOMETpUEid,
JUISITCS TI0 HECKOJIbKO YacoB (3—9 4) B TeueHUe He-
CKOJIbKMX JTHEI, 4TO YTOMJISIET UCHbITYyeMoro (Sabe-
san et al., 2015).

HoBbiM MeTOI0M OBbLITM U3MEPEHbI MHAWBUIYaAb-
HBbIE peaKIIM MHOTHX COTCH KOJI00YeK y 16 UCITBITY-
eMBIX C pa3HbIMU (peHOTMIaMM U reHoTuriamu 13

(MSATh HOPMAJIBHBIX TPUXPOMATOB, TPU IeliTepaHoOIIa,
JIBa IIpoTaHoIla U TpU AeliTepaHomana) (Zhang et al.,
2019; 2021). beuin ki1accuULIMPOBaHbl TPU CHEK-
TpaJbHBIX TUITA KOI004eK (S, M, u L) ux mpoctpaH-
CTBEHHOE pachnpele/ieHue M UX WHAWBUIYaTbHBIC
Mo3auku. CooTHomeHue /M Koa604eK y UCTIbITYe-
MbIX CUJIbHO BapbUpOBaiO, YTO HE OTPaXajlocCh Ha
LIBETOPA3INUYUTEIbHBIX CIIOCOOHOCTSX. Pe3ynbTaThl,
noayyeHHble MeToioM AO-PSOCT Ha HOpMabHBIX
TpUXpomarax, He OTJIMYAIOTCS OT MOJIyUeHHBIX paHee
MeTonoM AO-neHcuToMeTpun. B To ke BpeMst aBTO-
DBl He pa3fessiioT MHEHUS O pa3HOi IpUpoje mpoTa-
Homuu 1 aekitepaHonuu (cMm. Boie (Carroll et al.,
2004)). YV obcnemoBaHHBIX UMU JEUTEPAHOIIOB OT-
CyTCTBOBaIM M Ko0JIOOUKH, a y IpoTaHONOB — L KoJ1-
0OYKM; B OCTAJILHOM OHM ObLIM HOpMaJbHbI (Zhang
et al., 2021).

ITpuumHa pasHoriIacuii, BEpOSITHO, KPOETCS B re-
HETUYECKOM pa3HooOpa3um nuxpomasuii. [IporaHo-
TS U IeiTepaHOITNSI MOTYT OBITh OOYCIIOBJICHBI, TTO-
MMMO OTCYTCTBUSI OHOTO 13 FEHOB, pa3HbIMU MyTa-
IUAMHA B MOJEKyJIe KOJOOYKOBOTO TIMTMEHTA,
MIPUBOISAIIMMU K AUCHYHKIIMYA U MOPOJTOTUIECKIM
HapylLIeHUsIM, BIUIOTb IO JereHepaluu KoJIOOodYeK.
OTU AereHepaTUBHBIC MPOIIECCH Pa3BUBAIOTCS TIO-
pa3sHOMY BO BpeMEHH, YTO B CBOIO OUEPEeIb IIPUBOIUT
K HapYLIeHUIO PETYISIPHOCTU KOJIOOUYKOBOM MO3au-
ku (Wagner-Schuman et al., 2010). Heobxomumo
nmambHelIIee HaKOTUIeHe TaHHBIX IJTsI KaXKIOTo WH-
JIVBUIYaJbHOTO ciiydast HapyiueHus L13.

Cmumynsayus omoenbHbiX peyenmopoé U HabaooeHue
Kapmumbl 8030YAHCOCHUS 2AH2AUOZHBIX KACMOK PA3HBIX
MUNno8 Ha cemuamke HCU8OMHbIX

Co BpeMeHM HccienoBaHnii Xprooera 1 Buzena
00paboOTKy cUTHAJIa O IIBETE y IIPUMATOB CBSI3LIBAIOT
¢ TMmapBole/LTIONsIpHOIt cucteMoil. K Heit oTHocSTCS
Majible OMCTpaTU(OUIIMPOBAHHBIC, 30HTUIHbBIC U Kap-
mukoBbele 'K, KoTophle IMOCBHUIAIOT CBOM aKCOHBI B
MapBOLEJUTIONISIDHBIE CJIOU HApYXKHOTO KOJIEHYATOTO
tesa (HKT). B ux KoHUOUETIONSpHBIE TOACIOU
npoenupyloTes oTaeabHo KapaukoBeie 'K, ¢ kpac-
HO-3€JIEHO# lIeHTpaJbHO-TIepU(epuIecKOoil OImno-
HEHTHOM OpraHn3anueil pelenTUBHBIX ITOJIeii U B OT-
JIenbHBIC TIONCIAOM — OuCTpaTU(UINPOBAHHBIC
(L+M/S) I'K. CurHaiabl HEHpOHOB 3TUX TIOACIOEB
HKT mpuxonmdar B criemuajibHBIE 00JIAaCTU 3pUTEITb-
Hoit kopsl (Wiesel, Hubel ,1966; Jacobs, 2009; Lee,
2004; Zeki, Marini, 1998).

B HeckoJIbKHX COBpEMEHHBIX paboTax MPOAEMOH-
CTPUPOBAHA CBA3b OTIEITBHBIX KOJIOOUEK C TaHTIINO03-
HBIMU KJIETKAMU TpeX M3 YEeThIpeX KJIacCOB IMapBO-
LIEJUTIOJISIPHOM CUCTEMBI Ha U30JIMPOBAHHOI ceTyaTKe
makaka ex vivo (Field et al., 2010). /111 omHOBpeMeH-
HOW pErucTpauuu peakluil TOJHBIX MOMYJISLUAN
KapJIMKOBBIX, 30HTUYHBIX U MEJIKHUX JBYXCIONHBIX
TaHTJMO3HBIX KJIETOK CEeTYATKM WMCIOIb30Bajlach
MYJIBTURJIEKTPOIHAS TeXHOJIoTusI. 7151 oTnipeneeHust
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MECTOITIOJIOXKEHUS, TUIIA W CHIIBI (DYHKIIMOHAJIBHOTO
BXoda Kaxmoi Kojioouku B Kaxnyto 'K mpumensi-
JIach TOHKO CTPYKTYpHasl BU3yaJIbHAsl CTUMYJISIIIMS.
boinn ucciaemoBanbl c¢Bsa3u 17.380 komabouek c
1.961 T'K na cemu mpenaparax. [TokazaHo, 4To pe-
nentuBHbIe TIos1 ['K Kaxkgoro kiacca o6pasyroT pe-
TyJISIpHBIE MO3auKM, ITOKPHIBAIOIINE BCE ITOJIE PErv-
CTpalru. 3pUTEIbHBIN CUTHAJI, BRI3BAaHHBII BO30YX-
JICHUEM OTIEJIbHOM KOJIOOYKM, BBI3bIBAJ CHUJIbHBIC
peaxkiIny ¢ pa3IMIHON KMHETUKOM B TPEX U3 YEThIPEX
yuciaeHHo moMmuHupylomux tunax I'K. Kaxmas unz
nomnyisuuit on u off KapaMKOBEIX U 30HTUYHBIX ['K
cobupana curHajiabl ¢ IoaHoOi momyissuuu L u M
KoJibouek. ToabKO KapIUKOBbIE KJIeTKM off-Tura ya-
CTO TIOJIyYyaJIu CUJIbHBIE CUTHAJIBI OT S Kojioouek (Li
et al., 2014; Kling et al., 2019). (M&bI He ocTaHaBIMBa-
eMcsI ToApoOHee Ha 3TUX paboTax, Tak KaK B HUX HE
ucrnoJjib3oBasiach AQO).

AOSLO (an adaptive optics scanning laser oph-
thalmoscope) GBI MCIIOJIB30BaH IS BU3YyaJIU3alluu
U TIPSIMOI CTUMYJISILIMY OTIEIbHBIX KOJIOOYEK in vivo
Ha 1IeJIOM HapKOTU3UPOBAHHOM >XMBOTHOM (Maka-
Ke). Peakumyu HEMPOHOB PErUCTPUPOBAIN SKCTPaK-
JetouHbIM MukposanekTtponoM B HKT. ITokasano,
4yTo TapBoueutosipabie HelipoHbl HKT ¢ BeicOKOIA
HaJeXHOCTbIO pearupoBajd Ha CTUMYJSLIMUIO ONU-
HOYHBIX Koi0oueK (Sincich et al., 2009). Ot HeMHO-
rue paboThl Ha XKUBOTHBIX C UCTTIOJIb30BAaHUEM HOBBIX
TEXHOJIOTMI HENPOTUBOPEUYUBO (FapMOHWYHO) J1O-
TIOJIHSIIOT PE3YJIbTAThI, TTOJyYeHHbIE paHee METOIaMU
2JIEKTPOPU3NOIOTUN U WHIAUKATOPHON TUCTOXU-
MUM, U HOBBIE PE3YJIbThI, MOJTYYEHHbBIE Ha JIIOASIX MPU
nmomo1u AO.

Cmpykmypa goeea npumama, uccie008aHHAs
xombunuposanuem AO u Ca++ umadxncunea

Kak roBopuyioch BbIllie, OCTpOTa 3pEHUS, WIU
paspernraromnasi ClocoOHOCTh, B TIpenesie OIpeaess-
€TCs TUIOTHOCTBIO PACITONIOXKEHUST (DYHKIIMOHATBHO
ONMHAKOBBIX KOJIOOYeK. B ceTyaTKax SKMBOTHBIX, KaK
MpaBuio, UMeeTcsl Clelualiu3upoBaHHas 00JacTb
(obJytacTi) OCTPOTO 3pEHMUS, TAE IMIIOTHOCTD KOJIOOYEK
MaKCHUMaJibHa. Y 4yepenax W MTUIl — 3TO “KpacHoe
MISITHO”, Y MHOTUX PBIO, ITUILI, 1eJIb(UHOB — ABE 00-
JIACTU OCTPOTO 3PEHMS, Y XKUBOTHBIX C TTAHOPAMHBIM
3peHUEM, KUBOTHBIX-XEPTB, (Hampumep, KpoJu-
KOB) — 3puUTelIbHas mojocka — visual streak (Marc,
1999). V 4yenoBeka u mpumaTtoB 310 poBea (Provis
et al., 2013).

st yenmoBeyeckoit (hoBea XxapaKTepHbI OU€Hb BbI-
CcoKasl ITUIOTHOCTh TOHYAMIIMX KOJIOOYEK U CMelle-
HME HEMPOHOB BHYTPEHHEN CETYATKU U KPOBEHOC-
HBIX COCYIIOB Ha COTHU MUKPOH OT (hOBEaJTbLHOTO
neHTpa. CaMmble LeHTpaJbHBIE KOJOOUKM PacHojio-
XeHBI B QoBeosie, B 350 MKM CBOOOIHOI OT MaJIoYeK
30He, oOpasymwlleil moa ¢GoBeAUTLHOTO YILUIOIICHUS.
B doBea omHa koimbouka 6o L, 1160 M (S kombou-
KM OTCYTCTBYIOT B (pOoBea) CBsI3aHa 4yepe3 JIBa OUITOo-
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Jsipa (on u off) ¢ AByMsI KapJIMKOBBIMU on U off raH-
NIMO3HBIMU  KjieTKamu. IlogoOHast (oBeasibHas
CTPYKTYpa CyILIEeCTBYET 1 B ceTYaTKE YEJIOBEKOOOpa3-
HBIX 00e3bsTH 1 TIpuMaToB Ctaporo Csera (Hendrick-
son, 2005). @oBeasbHble CIELMATIN3ALMU OIPEISIIsI-
IOT CIOCOOHOCTh UMTATh U y3HABATh JIMLIA.

doBeosia IPUMATOB C €€ BBICOKOW TUIOTHOCTBIO
KOJIOOUYEK M yBEJMYEHHBIM MPEACTABUTEIHLCTBOM B
KOpe ujaeajbHa JJisg MPOCTPAHCTBEHHOTO 3pEHUS C
BBICOKUM pa3pelnieHneM. OnHaKo HU3y4eHUE CXeM
CBsI3eil HEHPOHOB CeTYaTKU, y4acTBYIOIIMX B OCY-
IIECTBJIEHUN BTON (QYHKIIMU, ObUIO MPaKTUYECKU
HEBO3MOXHO M3-3a CJIOXKHOCTU PETUCTPALIUU PELIeTI-
TUBHBIX TToJieli poBeannbHBIX [ K ceTuaTku in vivo. Pa-
Hee BU3yalu3allus KJIETOUHBIX 3JIEMEHTOB CeTYaTKu
OblJTa BO3MOXHAa JIMIIbL BOIM3Ku ¢osea (1.5° oT 1eH-
Tpa). McnionbzoBanue AOSLO no3Boauio BU3yaan-
3UpOBaTh KajblineBble peakunu (Ca++ imaging) 'K
y XXUBBIX IPUMATOB Ha CTAOUJIbHBIE, BBICOKOTOUHbIE
3pUTEJIbHbIE CTUMYJbI. [€HEeTUYeCcKM KOAUpyeMbIit
nHauKaTop Kanblus G-CaMPS5 obu1 BBeneH B (poBe-
ameHble I'K. Bpimu 3anmmcanbl mMmnyiabcHble Ca++
peakliMM Ha BBICOKOTOUYHBIE 3pUTEIILHBIE CTUMYJIBI,
pa3Mepbl KOTOPbBIX MPUOIMKAIUCh K pa3MepaM Ha-
PYKHBIX CETMEHTOB (pOBeaJTbHBIX KOJ00OYEK, KaK OT
TeJl TAHIJIMO3HBIX KJIETOK, TaK U OT MX IEHIPUTOB.
brina BbISIBIIEHa OYeHb TOYHAs paauaibHasl Mpo-
CTpaHCTBEHHasi opraHusauusl ¢oseanbHbix ['K.
IMpoctpaHcTBeHHOE cMmeneHne Ten (poBeanbHbIX 'K
OT UX BXOAOB (KOJIOOUEK Uyepe3 ONUH OUMOJISp) Mo3-
BOJISIET BU3yaJau3upoBaTh oTBeThl I'K moBTOpHO, B
TeUeHUe HECKOJIIbKUX THeH 1 MecslieB, 0e3 ype3Mep-
HOIi amanTanuu Kojioouek K ceeTy. O6paTHasi mpoek-
s JuHui, coenuHsiomux teaa I'K ¢ ux pernentus-
HBIMU TIOJISIMU, TTO3BOJIWIIA in Vivo OTIPEAETTUTD “(dur-
3MOJIOTMYEeCKU LIEHTP” (hOBEOJBI U JIOKAIU3aLIO
BEPTUKAJIBHOTO MepuauaHa, pa3aesitoliero npaBoe
u JieBoe mojynoJs 3peHus. (Yin et al.,2014; McGre-
gor et al., 2018). [Toka 3TH OIBITEI HE MOTYT HOIIOJ-
HUTH HaM 3HaHUs o 113. MoxXHO HanesIThCs, 4TO B
MOXOXel MOCTaHOBKE OMbITAa YAACTCSl BBIACJIUTH U3
KapaukoBeiX 'K, Te, 4To y4acTBylOT B 00pabOTKe
LIBETOBOI'O CMTHaJja.

SAKJIIOYEHHUE

Pa3paboTtka cucreM AO B KOMIUIEKCE CO CKaHU-
pymolleil TazepHoil opTaTbMOCKOIIMEN U AEHCUTO-
MeTpuei, (pa30uyBCTBUTEILHOM KOTepEHTHOM TOMO-
rpadueit u Ca++ MMamKMHTOM MIPEIOCTaBMJIa HOBBIE
OecrpeneaeHTHbIE BO3MOXHOCTH TSI UCCIIEIOBAHUS
(GYHKIIMOHUPOBAHUSI 3pUTEIIBHON CUCTEMEL in Vivo.
AO nmana BO3MOXHOCTbh MCCJIEIOBAThH i Vivo pellerl-
TOPHYIO Tororpaduio ceT4aTKM yesioBeKa B OJIM3KOI
K (poBea obmacTu 1 Tonorpaduo peHeNTUBHBIX ITO-
neit 'K ¢doBea. Bo3aMOXHOCTE CTUMY/IHMPOBATh OT-
JIeJIbHbIE KOJIOOYKU B XKWBOM UY€JIOBEYECKOM TIJ1a3y U
MOJTy4aTh OTBETHI UCTIBITYEMbBIX MO3BOJIMJIA YCTAHO-
BUTh NPSMYIO CBSI3b MEXIY aKTHMBalUeid KOJIOOYEK
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(BU3yaJlbHBIMM XapaKTePUCTUKAMM) U CYObEKTUB-
HBIM OLIYIIIEHUEM.

PesynbTarhl, moaydeHHbIe pu noMoiuu AO, 1os-
TBEPAWJIM U YTOUHWIM (hyHIaMEHTaJIbHbIE MPEAIo-
JIOXKEHMUSI, CAeJaHHbIE B MPENbIIYIINX UCCIEeI0BAHU -
sIX OTHOCUTEJILHO ABYX pa3fefibHBIX MyTeil 00padoT-
KM I1IBETOBOW M axpoMaThyeckKoil WHpopmMaluu.
BonblIMHCTBO MapBOLETIONSIPHBIX HEHPOHOB CIy-
XaT JIJIsl aXpOMaTUYECKOTO BOCIIPUSITUSI C BBICOKUM
paspeuieHueM. B aTOoT mpoliecc BoBieYeHO 00JIb-
IIMHCTBO KOJIOOUEK BCEX TPEX TUMOB MO MPUHLIUITY
yHUBapuaHTHOCTU. Cpenu KapjJUKOBBIX TaHIJINO3-
HBIX KJIETOK HAXOJSITCS peIKUe TaHIJIMO3HbIE KJIETKU
(TMTOAMHOXKECTBO KapJUKOBBIX), MTOJyJyaroliue CurHa-
JIbI OT OTPAHUYEHHO TPYMIThI KOJIOOYEK TPEX TUTIOB,
CUTHaJIbl KOTOpPBIX, Oylarogapsi COOTBETCTBYIOIIEMY
KOHHEKTOMY, UCIOJIb3YIOTCSl B 1IBETOKOIUPOBAHUU.

JIBe KapTWHBI BHEIITHETO MHpa — OJHa OecCIBeT-
Hasl (4epHO-0eJiasi) ¢ BBICOKMM pa3pelieHueM, Apy-
rast IBETHasl — C HU3KUM pas3pellleHeM, BO3HUKAIO-
LIMe NapaJiyieJIbHO B 3pUTEIbHOM CUCTEME ITPUMATOB,
B HallleM BOCIIPUSITUM CYILIECTBYIOT HEpa3aeabHO.
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What did adaptive optics give us for understanding the mechanisms of human color vision
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Information on the color vision of animals and humans, the history and methods of its study is briefly pre-
sented. The results of fundamental research in this area obtained using adaptive optics and scanning laser
ophthalmoscopy (AOSLO) in combination with densitometry, phase-sensitive optical coherence tomogra-
phy (AO-PSOCT), and calcium imaging (Ca++ imaging) are described. These methods made it possible for
the first time in vivo to see the mosaic of human retinal L, M, S cones, to build maps of the location of cones
of three different types, to study color perception during stimulation of single cones.
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