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Kpartko npencrapiieHbl CBeIeHUS O IIBETOBOM 3PEHUU KUBOTHBIX M YeJIOBeKa, ICTOPUM U METOIaX €T U3Y-
yeHus. OnucaHbl pe3yIbTaThl DyHIAMEHTATbHBIX UCCIEAOBAaHUI B 3TOI 006J1aCTH, MOJy4YeHHBIE TP ITOMO -
111 aJaNTUBHOM ONTUKM U CKaHUpYolleit 1azepHoii opraabmockonuu (AOSLO) B KoMILIeKce C IEHCUTO-
MeTpuel, (a30uyBCTBUTEIBHON oNTUYECKOi KorepeHTHoit Tomorpadueit (AO-PSOCT) u kanbpLueBbIM
nmamkuHroM (Ca++ imaging). OTu MeTombl MO3BOJIWIIM BIIEPBBIE ik Vivo YBUIAETh MO3auKy KOJIOOUEK CeT-
YaTKU YeJIOBeKa, IOCTPOUTH KapThl paCcOIOKEeHMS KOJIOoUeK Tpex pa3HbiX TUnoB (L, M, S), uccienosarh
LIBETOBOCTIPUSITUE YEJIOBEKA B OTBET HA CTUMYJISILIMIO OAMHOYHBIX KOJIOOYEK.
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BBEAJEHUWE

M3yuenue usetoBoro 3peHus (113) yenoBeka Ha-
YMHAJOCh B BOCEMHAAlIaTOM Beke ¢ pabor Mcaaka
HrbroToHa u mpogokaeTes Mo ceit ieHb. MHorue Be-
JIMKKME y4eHbIe IIPOIILIOTO BHECIHM CBOM BKJIAIl B HC-
clieqoBaHUWEe 3TOro sBjiAeHUS (cM. 003op OpIos,
2006). OcMbIciieHVe HaOJNIOOeHUil W Pe3yJbTaToB
NcUxo(PU3NIECKUX UCCIIeIOBAaHUIT IIPUBEIO K IIOHM-
MaHuIo Toro, yro I3 JyeaoBeka TpexMepHO, T.€. OC-
HOBaHO Ha HaJIMUMU B ceTYATKE TPeX IPUEMHUKOB —
TpeX TUIIOB CIIEUAJIM3UPOBAaHHBIX (DOTOPELEIITOPOB —
kosioouek (L, M, S), KpuBbIe CIeKTpaJbHOU UyB-
CTBUTEJIbHOCTU KOTOPBIX PACHOJI0XKEHBI B JJIMHHO-
BosaHoBoI (L), cpenHeBorHOBOIT (M) 11 KOPOTKOBOJI-
HoBoM (S) obmactsx crnekrpa. CuUrHajiabl KoJIOOYEK
CpaBHUBAIOTCS 3aTeM MOIMapHO omnmnoHeHTHO (L/M,
(L + M)/S) cienanbHBIMY HEPBHBIMU KJIeTKaMU Ha
pa3HbIX 3Taxax 3puTesibHOl cucteMbl (Dacey, 1999;
Dacey, 2000; Dacey, Packer, 2003; Lee, 2004; Solo-
mon, Lennie, 2007; Thoreson, Dacey, 2019).

ITo 3TYEeCKMM 1 METOIUYECKUM OTPaHUYECHUSIM
nccnemoBanusg L[3 dgeimoBeka paHee NPOBOAMINCH
TOJIBKO B paMKax ICUXO(U3UUYECKUX OMBITOB U TE€O-
peTu4ecKuxX paccMoTpeHuii. [Tonumanue ¢pusmoio-
rM4eckKux MexaHu3MoB 113 demoBeka K HACTOSIIEMY
BpemeHH (B 20-M 1 21 Bekax) CyIIECTBEHHO 00oTaTh-
JIOCh, OGarogapsl paclIMpPEeHMUI0 Kpyra 0ObEeKTOB HC-
clienoBaHus (MOAEIbHbBIE XXKMBOTHbBIC) U MOSIBICHUIO
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HOBBIX METOIOB, HE TIPEICTABUMbIX B JOKOMITBIOTEP-
Hy10 3110Xy. LIBeTOBOE 3peHue yesioBeKa (IIpUMaToB)
paccMaTpuBaeTCs B TUIaHE 3BOTIOLIMOHHOM, KaK Ofl-
HO W13 pelleHUil, BbBIpaOOTAHHBLIX IIOH BIUSIHUEM
amanTanyuy K U3MEHSIOLIMMCS YCIOBUSIM CYILIECTBO-
BaHUSI M 3aKpeIJICHHBIX €CTECTBEHHBIM OTOOpPOM
(Bowmaker, 1998; Jacobs, 2009).

CeTyaTKy MO3BOHOYHBIX XKUBOTHBIX YCTPOEHEI 10
eIMHOMY IUIaHY U3 TUITOBBIX KJIETOUYHBIX JIEMEHTOB
(Ramon-y-Cajal, 1892; Walls,1942). Pa3zButue 3pu-
TEJIbHOM CUCTEMBI JKUBOTHBIX IIPOUCXOAUT I10 OOIIIe-
My TUIAHY MOJ KOHTPOJIEM €IMHOTO MacTep-TeHa —
Pax 6 (Gehring, Ikeo, 1999). DTo maeT ocHOBaHMeE IJIst
0000IIIeHUS pe3yIbTaTOB, MOJIy9aeMbBIX B paboTe Ha
SKMBOTHBIX, ¥ MCIOJIb30BAHUS WX IJISI MTOHUMAaHUS
MEXaHW3MOB 3pEeHUsI YelloBeKa. BBIGpaHbl MOJeIb-
HbBI€ OpraHu3MbI (MBILIb, ppIiOKa Danio rerio u opy-
rue), Ha KOTOPBIX MPOBOASATCS pa3HOOOpa3HbIe MUC-
clIeOBaHUS, UMEIOIIE He TOJILKO MO3HABATEILHOE
(TeopeTUUeCcKoe) 3HAYCHUE, HO U BBIXOI B METULINH-
ckyto mpaktuky (Bilotta, Saszik, 2001; Movshon,
2014).

Kpamxue ceedenus o 113 6 scusomuom mupe. Vic-
canenoBaHud 113 XXMBOTHBIX HAYAIMCh BO BTOPOIA MO-
JIOBUHE IIPOIIJIOro BeKa, TOrma v ObLJT OTKPBIT LSl
MUP pa3HOOOpa3HbIX cucTeM 113, OTIIMYHBIX OT YeJI0-
Beueckoil. O Hamnuuu 113 y XKUBOTHBIX CBUACTEIb-
CTBYIOT KaK JaHHBIE O PELIENITOPHOM COCTABE CETYa-
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TOK, 3pUTEIbHBIX ITMTMEHTAX PELEITOPOB, TaK U
pe3yJbTaThl TOBEACHUYECKUX IKCIIEPUMEHTOB U HC-
clieoBaHUiI 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, COLIMAILHOM, O0OPOHUTEILHOM
u 6pauHoM noBeaeHuu. LIBet (okpacka) — 3TO oquH
W3 IMPU3HAKOB IIpeaMeTa, 00JIer4alolinii y3HaBaHue
IpeaMeTa, OLEHKY €ro KadecTBa (HampuMep, CIie-
JIOCTh PPYKTOB), OOHApPY:KEeHUE ero Ha (poHe (BUIIIHS
VTN pSIOHA B 3€JIEHOU KPOHE JepeBa).

Bce coBpeMeHHBbIC XKMBOTHEIC 3a PEOKMMU MC-
KJIIOYECHUSIMU 00JIafaloT TOM WM MHOW CHCTEMON
LI3. ¥ MHOrux BUAOB pbIO, NTULL U HaceKOMbIX — 113
YeThIpeXMEPHO. Y OOJBIIMHCTBA MJIEKOIIUTAIOIINX
I3 nBymepHO; y TIpMMaTOB M HECKOJBbKUX BUIIOB
cymuatbix — TpexMepHo (Bowmaker, 1998; Dominy,
Lucas, 2001; Arrese et al., 2002; Arrese et al., 2006).
TonbpKOo y HECKOIBKMX BUIOB HBIHE XXUBYIIIUX IT03BO-
HOYHBIX XKMBOTHBIX OTCYTCTBYeT 113 — 310 13 BUmoB
KMTOOOPA3HBIX; OECSATh BUIOB JIaCTOHOIMX; HOYHEIC
TPBI3YHBI U IBa BHIa HOUYHBIX mpuMaToB (Jacobs et al.,
1996). OtcyrcrBue 113 y 3TUX SKUBOTHBIX paccMaTpy-
BaeTcs KakK amanTrauus K oOpa3y KM3HU, B YaCTHO-
CTH, K YCJIIOBUSIM HU3KOTO YPOBHSI OCBEIICHUS WU
obutaHuio B MyTHoOI1 cpene (Peichl, Moutairou, 1998;
Peichl et al., 2001; Peichl, 2005; Levenson et al.,
2006).

K HacTosmemMy BpeMeHU H3YYeHBI OMOXUMMUS,
MOJICKYJIsIpHasi CTPYKTypa U T€HETHUKa 3PUTEIbHBIX
murmeHToB (3I1) (Yokoyama, 2000; Yokoyama, Yokoya-
ma, 1996; Yokoyama, 2002). Monekyna 3I1 cocrout
13 6eJIKa-OICMHA U CBSI3aHHOTO C HUM XpoModopa —
ocTaTKa BUTaMHMHA A. DTOT KOMILIEKC U OTpeaessieT
CIIEKTPAJIbHYIO YyBCTBUTEILHOCTH 311 (OBUMHHUKOB
u ap., 1982; Ocrposcknii, F'oBapaoBckwmii,1992; Ka-
nmamkapoB, Octposckmit, 2002; T'oBapmoBcKmit 1 1p.,
2015). MeTtogoM MUKpPOCHEKTPOGOTOMETPUN CHSITHI
KPUBEIC CIEKTPaJbHON 4YBCTBUTEIBHOCTU OTHCIIb-
HBIX KOJIOOUYeK (BIepBbIe HA PHIOE, a K HACTOSIIEMY
BpeMeHU Ha MHoTuX Buaax) (Marks, 1965; Bowmak-
er, 1984; Govardovskii et al., 2000). [TokazaHo, 4TO
3pUTENIbHbIE TIMTMEHTHI SIBJISTIOTCS OAHUM U3 OCHOB-
HBIX “CTPOMTENILHBIX MaTepUaioB” MeMOpaHBbI Ha-
PYXHBIX CETMEHTOB (hOTOPELIENTOPOB. M3BECTHHI Te-
HBI, Komupytomue orncuHbl 3I1. Kak moxkaspiBaioT

MOJIEKYJISIDHBIE Yachl!, 3TU I'eHbl BO3HMUKIM 0oJiee
500 MJIH JIeT TOMYy Ha3ajl B pe3yJibTaTe MyIUIMKalli1
aHIIECTPAIBHOTO TeHa W ITOCICAYIOIINX MYTAaIlWiA.
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 C MOCTOSIHHOM (B IeOJIOTMYECKOM MacllTabe BPEeMEHMU)
ckopocTbio. 1o KOMMYECTBY HAKOIUJIEHHBIX MyTalUil MOXHO
CyIUTb O BpEMEHU, MUHYBILIEM C MOMEHTa 000COOJIEHUS IByX
BUJIOB, IPOU3OLIEAIINX OT OOIIETo MpeaKa.

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

B 60-¢ rogsl mipoiiioro Beka usydenue 113 yeno-
BeKa M XKMBOTHBIX ObLIO OTHOM M3 OCHOBHBIX TEM Jla-
ooparopun “buodusuku 3peHuss” MHctutyra 610-
¢duszukn AH CCCP. st KolopuMeTpuU Ha XKUBOT-
HBIX (HAa M30JMPOBAHHOM IJ1a3y WJIM OTIAEIbHBIX
KJIETKax CeTYaTKHu) ObLI pa3paboTaH METOI KOJIOPH-
METPUHU 3aMEIICHUS U CO3JaH Ha OCHOBE MOHOXPO-
MaTopa mpubop — Kojiopumerp 3amemnieHus (boH-
rapa, 1955; Danilova, Mollon, 2022). B konopumeTpe
3aMelleHUsI CPaBHEHWE W YpaBHUBaHUE U3IYyYCHUI
IIPOMCXOINUT BO BpeMeHU (MAET YepeIoBaHIE CTUMY-
JIOB 0€3 TeMHOBOTIO ITpoMexXyTka). O paBeHCTBe (He-
Pa3TMYNMOCTH) CPaBHUBAEMBIX U3JTy4eHUI1 TIpU 3aMe-
HE OOHOTIO U3JIyYeHMs Ha IPYroe TOBOPUT OTCYTCTBHE
OTBETHOTO CUTHAJIa: peTUHOTPpaMMbl, HEApOTpaMMBlI,
peakuuy OJMHOYHOI KJIEeTKU. DTUM METOIOM B
60-¢ ToIBI IIPOIIIOro BeKa ObUIU MOIyYeHbI JaHHbIE
o pasMmepHocTtu L3 1 cBO¥icTBaX MPUEMHUKOB SIIIIC-
pull, yepenax, pel0 M HacekKoMbiXx (OpiioB, BEI30B,
1961; OpnoB, MakcumoBa, 1964; Mazohin-Porsh-
nyakov, 1959; 1962; Orlov, Maximova, 1965; Koxmpa-
e, OpJio, 1975). Ha atom npubope vccienoBaiu
u 113 uenoseka (boxrapa, CmMupHoB, 1956; Bonrapn,
CMmupHoOB, 1965). Maeio KkonopuMeTpru 3aMeIeHUsI
(silent substitution) MCMoOJb30BAJIM U MUHOCTPAHHbIE
aBTopkI (0630p Estévez, Spekreijse, 1982).

3 1 PASPEITAIOIIIAA CITOCOBHOCTD

Cawm ¢akr, uro L3 monaepxmuBaeTcs: B 9BOIIOLINN
COTHU MWJIJIMOHOB JIET, CBUAETEILCTBYET O €ro BaXK-
HOM POJIM B >KM3HU XXUBOTHBIX. B TO XXe BpeMsl LIBETO-
pa3nudeHre, Ha IepBbIil B3I, KaK Obl COIIepHUYA-
€T C TAKOM BaxKHOM (DYHKIIMEH, KaK OCTpPOTa 3pEHUSI.
O06e (yHKIIUM UCIIOJNb3YIOT Ha BXONIE OMHY U Ty Xe
Matpully ¢oropenentopoB. C OIHOII CTOPOHBI —
MIPOCTPAaHCTBEHHOE 3peHre (B YaCTHOCTH, CTEPEO3pe-
HHE, TOCTpOoeHHEe oObeMa) TpeOdyeT MaKCHUMaJbHO
BO3MOXHOI OCTPOTEHI, B IIpeesie JOCTUraeMOM MaK-
CHUMAaJIbHOM TNIOTHOCTBIO 00uHaKo8bix (GOTOPEIEIITO-
poB. C npyroii cropoHsl, 113 — oOHapy:XeHue LIBET-
HBIX 00BEKTOB Ha LIBETHOM (bOHE, y3HAaBaHUE U pa3-
JMYeHNEe OOBEKTOB II0 MX OKpacke — Tpedyer
COOTBETCTBYIOIIEN 00paOOTKU CUTHAJIOB, UAYILIUX OT
KOJIOOUYEK pa3HbiX TUMOB (KOJIOOYEK C pa3HOil CIIeK-
TPAJILHOM YyBCTBUTEIIHLHOCTHIO). YTOOBI TTOHATH, KaK
pa3pelaeTcs IPOTUBOPEUMrEe MEXAY IIPOCTPAHCTBEH -
HBIM 3peHueM u 113, mmojie3Ho 3HaTh, 110 KpaiiHeil Me-
pe, kak Koyioouku (L, M u S) pacnpeneiieHbl Ha ceT-
yaTke (Williams et all.,1991).

Pacnonoscenue konbouex 6 cemuamke puolb, penmu-
auil u nmuy. Y pui6o, ampuouit, penTuianii, ITul —
Ko0ouku rerepomopdHbl (Walls, 1942; Marc, 1999).
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B ceTuarke prIO KOIOOYKM pa3HBIX MOp(doiormde-
CKMX TUIIOB 00pa3yloT MaTPUIILI C PETYJISIPHOI KpH-
CTALIMYECKON MO3auKOM, XapaKTEPHOM ST KaXI0-
ro Buga (Engstrom, 1960; Stieb et al., 2019). IToka3za-
HO, YTO ¢ MOpPQOJOTMYECKMM THUIIOM KOJOOYKH
KOppEIUpPYET €€ CIIEKTpaJbHasl 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 peLiern-
TOPHOI MO3avKHU TPaHCIMpPYeTCs B 0ojee rIyOoKue
ciiou cetuatku (ITogyronbHukoBa, MakcumoB, 1973;
1977). He uckio4eHo, YTO KpUCTajuIMyecKasl Ipa-
BIJILHOCTb “MOHTaxa” KJIETOYHBIX 3JIEMEHTOB CET-
YaTKM PBIO CITOCOOCTBYET “IKOHOMHOCTHU OpraHU-
3alMy 00pabOTKM LBETOBOII MHMOpMaumu. Y puid
yXe B CeT4aTKe MMEEeTCsI HECKOJIbKO TUIIOB IBaXKIbI
LIBETOONMNOHEHTHBIX TAaHIVIMO3HBIX KJIETOK. VX akco-
HEBI TIPOSHUPYIOTCS PETUHOTOIIMYECKHU B fectum opti-
cum — TJaBHbI TNEPBUYHBII 3pUTEIbHBINA LIEHTP
pBIO, TIe WX TepMUHAIM OOpas3yloT IEJbIi ClIoi
(MaxkcumoBa u ap., 2020).

VY pentwinii 1 ITUIL MapKepoM KOJIOOUYEK C pa3-
HOI CHEeKTpaJdbHOW UYYBCTBUTEIbHOCTBHIO B XXMBOI
ceTyaTKe CJIyXaT BHYTPUKOJOOUYKOBBIE (DUIBTPHI.
DTO XUPOBHBIC KaIlJIM, OKpallleHHbIC KapOTUHOWIA-
mn. KpacHble Kaniam paciioiiokeHbI B L Komdogkax
(¢ IIMHHOBOJHOBOYYBCTBUTEJIBHBIM TTMTMEHTOM),
OpaHXeBbIe U XeaTble — B M Konboukax. B cuHeuyB-
CTBUTEJBHBIX U Y@P-4yBCTBUTEJIbHBIX KOJOOUYKAX
>kupoBble Kariu 6eciBeTHbl (Toomey, Corbo, 2017,
Wilkie et al., 1999; Marc, 1999). PacrionoxeHue KO-
0OYeK pa3HBIX TUTIOB Y 3TUX KWBOTHBIX MOXXHO BU-
JIETh MPSIMO Ha XXMBOI MHBEPTUPOBAHHOU ceTYaTKe.

It HEKOTOPBIX XXMBOTHBIX, B TOM YMCJIE IJIisI
pBIO, MBIIIEH, ITOKAa3aHO 3KOJOTMYECKU 3HAYMMOE
pacmpefieiecHre pa3sHBIX THUITOB KOJIOOYEK B Pa3HBIX
ydacTkax cetyarku. CleHbl IPpUPOABLI HAA U 1O TO-
PHU30HTOM Pa3INYaloTCs IO pacHpeaesIeHUIO XpoMa-
THYECKUX M aXpOMaTUUECKUX MPU3HAKOB. B ceTuar-
Ke MBIIIU S 1 M KoJI00UYKM pacripeaesieHbl o 10P30-
BEHTPAILHOIT OCH ITO TpamTreHTaM ¢ peobiaganieM M
KOJIOOUEK B IOp3ajbHOI ceTyaTKe (HIDKHUE IIOJIS
3peHUsI), a S KoJOoueK B BEHTPAJILHON ceTJyaTKe
(BepxHHUeE TIOJI 3peHMsT). Y MaJbKOB TaHWO KOJI00Y-
KW, 9yBCTBUTEIbHBIE K YD, TIpeobagaloT B Ha3allb-
HOIl U BEHTPAJIbHOM 00JacTsIX ceTyaTKu. ITO obec-
IeYnBaeT KOHTPACTHOE CUJIY3THOE 3peHne Ha (poHe
HeOa B BEpXHUX ITOJISIX 3pEHUS U pa3IndeHue TUTaHK-
TOHa, oTpaxaloniero Y®, B OKHEM IIepeaHEM I10-
Je 3peHuss. O6paboTKa CUTHAJIOB OT Tpex TUIIOB (L,
M, S) xKonbo4ek cocpemoTodeHa B JOP3AIbHOM CeT-
yaTke (B HUKHMX noJjisix 3peHus1) (Baden et al., 2013;
Qiu et al., 2021).

Peuenmopuvr maekonumarowux. Konbouyku MiaeKo-
nuTamiux (1 3Meii) MOHOMOP(MHBI, U HET IIPU3HA-
KOB, YKa3bIBaIOIINX Ha HAJIMYME B HUX T€X WA UHBIX
3pUTENLHBLIX TMTMeHTOB (Marc, 1999; Ahnelt, Kolb,
2000). ITprmuyrnHy MOHOMOP(HHOCTU KOJIO0UEK MJIEKO-
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MUTAOLIMX (M 3MEIi) IPUHATO OOBSICHATH OCOOEHHO-
CTSIMU WX DBOJIOLUMU — JOJITUI TIepUoid POIOIIETO,
CKPBITHOTO CyMepedHoro ooOpasa xusHum (Walls,
1942; Marc, 1999).

C mnosBIIeHUEM WMMYHOXUMHWYECKUX METOIOB
yIaJ0Ch BBISIBUTH B CETYAaTKaX MJIEKOITMTAIOIINX CH-
HEUYYBCTBUTEbHBIE KOJIOOUKKM. OHU COCTABIISIIOT OT
Tpex 1o 10% oT o0IIero KoaudecTBa KOJOGOYEK
(Wikler, Rakic, 1990; Jacobs et al., 1991; Jacobs,
2013). MHorue XWBOTHBIE, CYUTABIIMECS IO TOTO
axpoMaTaMM, OKasaJlucCh AUXpoMaTaMH. BoJbIIH-
CTBO HAa3e€MHBIX MJIEKONMUTAIOLIMX — JIUXPOMATEHI.
TonbKO y COBpEMEHHBIX THEBHBLIX MPUMATOB BHOBB
BO3HMKJIA TPUXPOMA3Hus B pe3yjbTraTe MYyTUIMKALIAU
reHa JJMHHOBOJIHOBOYYBCTBUTEJIBHOTO ITMIMEHTA
(Jacobs, Deegan, 1999; Marc, 1999; Dominy, Lucas,
2001; Dulai et al., 1999; Silveira et al., 2014; Hen-
riques et al., 2021). Kak moka3bIBalOT MOJICKYJISIPHbIE
yackl, y mpuMmatoB Ctaporo CBeTa 3TO IIPOU3OIILIO
40 muH JeT Hazam, a y peByHOB (poma Aluatta) —
KpyTnHbIX TpuMaTtoB HoBoro CBeTta —14 MJIH j1eT Ha-
3an (Hunt et al.,1998). DTu 1Ba He3aBUCUMBIX COOBI-
THSI, pa3HECEHHBIE TT0 BpPEMEHH U TEPPUTOPUATILHO,
MPYBEJIM K BO3BHUKHOBEHUIO ABYX OJIMHAKOBBIX Ha-
GOPOB U3 TPeX KOJIOOUKOBBIX TUTMEHTOB ¢ MAKCUMY-
Mmamu ~430; 532 1 563 HM, YTO TOBOPUT, B YaCTHOCTH,
0 K€CTKOM JaBJICHUM €CTeCTBEHHOTO oTOopa Ha 113
(Henriques et al., 2021).

Mopdghonoeuro cemuamiu uenosexa i 006e3bsTH U3Y-
Yyajii Ha YPOBHE CBETOBOII U 3JIEKTPOHHOI MUKPO-
CKOIWU, UCITOJIB3YS pa3Hble MOAU(UKAIIUY TEXHUKU
cepeOpenust no lompmku (Polyak, 1941; Boycott,
Dowling, 1969; Dowling, Boycott, 1966). ITo3nHee
MoJApoOHOE HCCAeNOBaHUE PELENTOPHON MaTPUIIBI
CeTyaTKM dYeJIoBeKa OBbUIO BHITIOJHEHO Ha IEJIOoi
(GUKCUPOBAHHOMN ceTYaTKe C MCITOJIb30BaHUEM U@ -
depeHuManbHOlt ~ MHTepPGhEPEHIIMOHHO-KOHTPACT-
Hoit Texnnku Homapckoro (Curcio et al., 1990). 13-
MepeHa TIPOCTPAHCTBEHHAS TIJIOTHOCTh KOJIOOUYEeK M
Majioyek B BOCbMM HM30JIMPOBAHHBIX LIEJbIX CeTYaT-
Kax YeJIOBeKa, U IMTOCTPOCHBI KapTHl IJIOTHOCTH (o-
topenienitopoB. OlleHeHa WHAWBUIyaJbHasT M3MEH-
JUBOCTb. [010M MO3Xe OB BbIACICHB UMMYHOXU-
MUYECKU CUHEYYBCTBUTEIbHBIE S Konoouku (Curcio
et al., 1991). Onu cocrasisuiu <10% ot o61eit momy-
JISILAU KOJIOOUEK, OTCYTCTBOBAJIU B ILICHTPAJbHOM
saMKe (¢oBea), 1 HauOoJIbIlIeil MIJIOTHOCTU JOCTUT AN
B nmapadoBeajibHOI o6nactu B 10° ot ee LieHTpa. On-
Hako L 1 M KOJI00OYKM U MMMYHOXUMUYECKU ITO-
MIPEXHEMY Pa3IMIUTh HEe YIAIOCh, B YaCTHOCTH, W3-
3a OYeHb CXOmHOM CTpyKTyphl L 1 M oncunoB (Na-
thans et al., 1986).

B 60-x rogax mpolIoro Bexa AeaaaucCh MOIBITKI
BBISICHUTh OTHOCUTEJIbHOE KOJIWYECTBO U PACITOJIO-
xeHne L m M Konbouek B ¢poBea yeaoBeKa KOCBEH-
HBIM IyTeM. B mcuxogu3ndeckux onbITax Ha JIIOISIX
U3MEPSIA pa3pellaloiylo CIIOCOOHOCTh s Kpac-
HBIX U 3€JICHbIX OPTOTOHAJIBHBIX pelleToK. B ogHOM
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clydyae OHa OKasajach OIMHAKOBOW UM CpaBHUMOIL ¢
TUIOTHOCTBIO Ko00o4yeK B (¢oea (bonrapm, Cmup-
HOB, 1957). DT0 mano ocHoOBaHUE IJIsl TUIIOTE3EI O CO-
JIep>XXaHUU B KaXKIOI KOJIOOUKe M KPACHOTO U 3eJie-
HOTO IMPUEMHUKOB OMHOBPEMEHHO. bblIo Takke mo-
Ka3aHo, 4YTO MH(POPMALKS OT Pa3HBIX IPUEMHUKOB
MOXET UITH [0 OMHOMY HEpBHOMY BOJIOKHY (BoH-
rapa, CmupHOB, 1957). Pe3ynbTarsl pyTux aBTOPOB
OBLIM B IIOJIb3Y TOTO, YTO KPAaCHOUYYBCTBUTEIIbHBIC 1
3eJICHOUYBCTBUTEIbHBIE KOJIOOYKM 00pas3yloT OT-
JIeabHble cKoruieHus — “rposau” (Hartridge, 1946).
Tonbko NpsiMoe HAOIOACHE MATPULILI PELEITOPOB
CceTyaTKH 4YeJIoBeKa, MapKUPOBAHHBIX I10 MPU3HAKY
CHEKTPaIbHOI YyBCTBUTEIbHOCTH, MOTJIO OBI pa3pe-
IIUTh 3TU pa3dHouYTeHMsI. CeTyaTKa 4YeaoBeKa JOCTa-
eTcd UCCAeAoBaTe/IsSIM TOJIBKO TTOCIIe ONepalui WIn
IOCJIe CMEPTHU, M IIPOBECTU MUKPOCIIEKTPO(POTOMET-
pUIO yOaeTcd TOJBKO Ha BBIIEJIIEHHBIX PELIENTOpax
(Bowmaker, Dartnall, 1980; Dartnall et al.,1983). Ha
HECKOJBbKUX KPOIIEYHBIX (hOBEATbHBIX y4aCTKAX CET-
YaTKM MaKaKa-pesyca ObUTH IIPOdOOTOMETPUPOBAHDI
183 konbouku. (Mollon, Bowmaker, 1992). Ha Tor
MOMEHT 3TO OBLIO KOJIOCCAJTBHBIM ITOCTUXXCHUEM
SKCIEPUMEHTAILHOIO MacTepcTBa. BbUIO TToKa3aHo,
yro L, M 1 S Konbouykn ¢ MaKCMMyMaM# YyBCTBU-
tesibHOocTH 560; 530 1 440 HM pacHoI0KEeHbI XaOTUY -
Ho. PacnojtoxxeHust KoJIOO4eK pa3HOM CIIEKTPaJIbHOM
YYBCTBUTEJILHOCTY B CETUATKE 4YeIoOBeKa HUKTO He
Bumes 10 1999 r. Bto HakoHell yaajoch Ojarogapsi
MPUMEHEHNIO afanTUBHOI onTuku (AO).

MN3YYEHUME CETYHATKU YEJIIOBEKA IN SITU
[P ITOMOILIIN AO

Eme y I'enbMrosnbpiia BO3HMKIIA MBICJh HEMHBA-
3MBHOTO UCCEA0BAHUS CETYATKH KUBOTO YeJIoBeKa.
OH IpuayMal, Kak 3arjissHyTh B IJ1a3 yepe3 3pavyok.
B 1851 r. I'enbMromnbpll NpeabsIBUII YIYEHOMY MHUDPY
NnepBhIi odTabMocKor. CBeT ¢BeYd MpU IOMOIIU
3epKalia HallpaBJISIJICA B INIa3 UCIIBITYEMOTO, B OTpa-
KEHHOM OT IJIAa3HOTO AHAa CBETE WCCICAOBATEIIO
BIIEpPBbIC OTKPhLIACHh KapTMHA BHYTPEHHEN MOBEPX-
Hoctu r1a3a (Keeler, 2002). Ceityac TpyaHO IIpeacTa-
BUTHh METULIMHY 0e3 odTagTbMocKonuu. Tpru OCHOB-
HBIX HallpaBJeHUsSI YCOBEPIIECHCTBOBaHUS OQTajlb-
MOCKOITa, YKa3aHHBIX [eIbMTOIbLEM, IO KOTOPBIM
1mIa padbora opTaaTbMoI0roB TTocaenytomnine 150 rer, —
9TO MOAOOP ONTUMAJILHOTO MCTOYHMKA OCBEIICHUS
OoTpaxKalollleil ITOBepPXHOCTH, HAIIPaBJISIIONIEH CBET B
a3, U CIocoObl KOPPEKIIMU HEUYETKOTO M300pake-
HUS IJ1a3HOTO JHA. JI0 CHX ITOp B HAILIUX HOJIUKIMHM-
Kax MpU CTaHIAPTHOM OOCIEeIOBAaHUM IAllUEHTOB
HCIIOJIb3yeTCsd O(TaIbMOCKOII, TIe cBeua 3aMeHeHa
Ha IIIeJIEBYIO JIaMITy, a MPSIMOE 3epKaJlo — Ha BOTHY-
TO€ C LIEHTPaJIbHLIM OTBepCcTHEM. Takoili mpubdop
MMO3BOJISIET BUIETh KPOBEHOCHBIEC COCYAbI, BBIXO]
3pUTEJIbHOrO HepBa (Cenoe MATHO), KeJATOe MATHO 1
BBISIBUTb HEKOTOpbIE MATOJAOTUU. [IJisI TOro 4YTOOBI
YBUIETb Yepe3 3padyoK MaTpUlly (poTOpelenToOpOB,

MMOHATOOMIaCh BCA MOIIb COBPEMEHHBIX HAyJYHBIX
TEXHOJIOTHI: KOMIIBIOTEpU3alIMs, Ta3epPHOE OCBellle-
HUe, cuctema, ciedsinasi 3a IBMKEHUSIMU TJasa u
KOMIICHCUPYIOIIasi 3TH IBYDKEHUS, KOH(MOKaJIbHAsI
MUKPOCKOTIHS U ehOpMUPYyEeMOe 3epKaylo, MCIIpaB-
Jisiiolee BOJTHOBOM (DpOHT OTpaXkKeHHOTO OT [N1a3HOTO
JIHA cBeTa — amanTuBHas onTuka (AO).

HMnes AO Obl1a MO3aMMCTBOBaHA y aCTPOHOMOB.
Jlass 00pbpOBI ¢ HEOTHOPOIHOCTHIO aTMOC(epHl Bce
Ha3eMHBbIE€ TEJIECKOIbl UMEIOT 3epKajia, HaOpaHHbIE
U3 MHOTOUMCJICHHBIX MaJIeHbKUX 3epKaJjl, HacTpau-
BaeMbIX Ha HauJiydlliee BuneHue. B odpranbmonoruu,
MpyM KapTUpOBaHUM pelenTtopHoit martpuubl AO
MpencTaBisieT co00i MHCTPYMEHT, C MPUMEHEHEeM
KOTOPOTO M3MEPSIOTCS U 3aTeM KOMIIEHCUPYIOTCS
MOHOXpOMaTHYeCcKue abeppaliiu, CYIIEeCTBYIOIINE
Ha ONTHUYECKOM MYyTU 4yepe3 MepeaHue cpelbl Iiasa
(porosuily, 3padyok, XpyCTaJIMK U CTEKJIOBUIHOE Te-
JIO) ¥ TKaHb ceTyaTku. Maess KapTupoBaHUSI U KOM-
MeHCcallMu ONTUYECKUX UCKAXKEHU B IJ1a3y YeJoBeKa
BBICKa3bIBajach emie B 1961 1. (CmupnoOB, 1961). To-
II1a HEBO3MOXHO OBLIO peaqu3oBaTb TEXHUYECKU
npuMmeHeHue MetonoB AO.

Cucrema AO usmMmepsieT UCKaXXeHHBIN B pe3yjibTa-
T€ OIITUYECKUX adeppalirii BOTHOBOM (DPOHT IpHU I10-
MOIIN JaT4ynKa BojtHoBoro pponTa [llaka-XapTmana
(a Shack-Hartmann Wavefront Sensor) 1 KOMIIeHCU-
PYET €ro ¢ UCIIOJIb30BAHUEM KOPPEKTOpPa BOJTHOBOTO
dpoHTa. DTN 1Ba KOoMmoHeHTa AQO CBs3aHBI IIEH-
TpaJbHOI cucTeMoii yripaBiaeHus (puc. 1).

M300paxeHue yyacTka ceTyaTku, CKOPPEKTUPO-
BaHHOe AQ, 3amuchiBaeTcs MpPU ITOMOIIU KaMephl
BoicOKOro paspemrenuss (Roorda, Williams, 1999;
Hampson, 2008; Gill et al., 2019). OoguH 1 TOT Xe
Y4aCTOK CETYATKM 3allChIBAETCS] HECKOJILKO pa3 s
YBEJIMUEHUSI COOTHOILLIEHUSI CUTHAJIa Hall IIIyMOM Ha
nszoopaxeHuu. M3MepeHrne U MoyiHAs KOPPEKIIMS
BOJIHOBOTO (hpOHTA MO3BOJWIN YIYYIIUThb ONTHUYE-
ckoe paspenieHue ¢ 10—15 MKM 10 ~2 MKM 1 BU3ya-
JIN3MPOBaTh (POTOPELIENTOPHI, TAHIIMO3HbIE KJIETKH,
KJIETKYW MUTMEHTHOTO 3MUTEJIUS CETYATKU.

Uctopusa n sTarsl pa3padboTku yctaHoBKU ¢ AO
IJIsl U3y4EeHUs] PelenTOPOB Ila3a XXKMBOTO 4YeJIoBeKa
onucaHbl B 063opax (Hampson, 2008; Williams, 2011;
Merino, Loza-Alvarez, 2016) u MOTyT OBITH IIpel-
CTaBJIeHbI KPATKO CJICAYIOIINM 00pa3oM.

B 1980 r. mig uccnenoBaHusl Ia3HOTO AHA ObLIT
MPEeIIOXKEH CKAHUPYIOLIMK Ja3epHbIid odTaibMO-
ckoII (scanning laser ophthalmoscope — SLO). B 1989 1.
IS yJTy4dIlIeHUS] PETUHAJIbHOTO U300pakKeHus1, Moy-
yaemoro Ipu nomoiuu SLO, ObLJIO IPpUMEHEHO Je-
dopmupyeMoe 3epkaio. B 1996 r. 6bl1a CKOHCTPYH-
poBaHa ¢poToKaMepa CIeliaabHO IJIsT PUKCaInum OT-
JIeJIbHBIX KOJI00YEK B HOPMAJIbHOM IJ1a3y YeloBeKa.

B 1999 r. B xypHane “Nature” mosiBUI0OCH KpaT-
Koe coobmenue “The arrangement of the three cone
classes in the living human eye” (PacnonoxkeHue KoJi-
0OUeK TpeX KJIacCOB B XKMBOM a3y 4yejaoBeka) (Ro-
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orda, Williams, 1999). Hauaymachs Ka4eCTBEHHO HOBAasI
3I10Xa U3YYEHMUS PELeNTOPOB CETYATKU YeIOBeKa.

Ilepsoe omkpvimue, coenannoe baaeoodaps
npumernernuro AO

Brepsbie pacnonoxeHnue S, M u L kojibouyek ObI-
JIO TI0OKa3aHO Ha M300paXeHUSIX yYaCTKOB MaTPULIbI
CETUYATOK ABYX UCTIBITYEMBIX, TTIOJYUEHHOE in Vivo TIpU
nomo1u AO B KoMIiekce ¢ AeHcutomerpueii (Roor-
da, Williams, 1999)2.

Ocseliasi ceTyarky CBETOM pa3HbIX JIJIMH BOJIH,
MOXKHO BbI3BaTh YaCTMYHOE WJIY IMOJTHOE (B 3aBUCHU-
MOCTM OT WHTEHCUBHOCTH) IMpdepeHInaIbHOe
o0eclBeUMBaHUE 3PUTEJIbHOIO MUTMEHTa B HapyX-
HBIX CETMEHTaX KOJI0OUeK 1, KaK pe3yabTaT, — U3Me-
HEHUWE UX OTPaXXaTeJIbHOU CITIOCOOHOCTH.

N300paxenne MaTpuiibl (pOTOPEIEIITOPOB TEM-
HOQJANITUPOBAHHOM CETYATKM CPAaBHUBAETCS C U300-
paXeHUSIMM, TONYYEHHBIMHU TIOCIE CEJIEKTUBHOIO
obecuBeYnBaHUS POTOITMTMEHTOB KOJIOOUYEK CBETOM
550 uM. JI1s Kaxkgoii ob6acTu ceTyaTKU ObLIO caela-
HO TIpuMepHO 50 M300pakeHU, CHATBIX B TeUEHUE
OATU JHEW U YCPEeOHEHHBIX JJISI YBEJIMYEHUSI OTHO-
IeHUsI CUTHa/muyM. L u M KoOJIOOUYKU BBITISIASIT
CBETJIBIMU, TaK KaK OHU MOMIOIIAIOT CUIBHO, U, CO-
OTBETCTBEHHO, obecrBeunMBaroTcs. Tak Kak S Koi-
OOUYKM MpaKTUUYECKU HE MomiolamT cBeT 550 HM,
OHU BBITVISIASIT TEMHBIMU TISITHBIIIIKAMW Ha M300pa-
XKeHUsIX nomnoineHus. MoeHTudunmpoBaHHbIE Ta-
KM 00pa3oM S-KOJOOUYKM OTMeUYajd Ha KapTe pe-
LENTOPHOI MaTPULBl U YOAISIIA U3 TIOCJIEIYIOIIETO
aHaJu3a.

Hns pazgeneHust octasBiuxcsa L m M Konbouek
CpaBHUBAIOTCS M300pakeHUSI IIOTJIOLICHUS, IOy~
YyeHHBIE B IBYX IPYTUX YCIIOBUSIX obecliBeunBaHus. B
MEPBOM — IIPU OCBEILIEHUN CETYATKUA CBETOM 650 HM
obecuBeuynBaroTcsd L KOI00YKM, BO BTOPOM, — MHpU
ocBelleHun cBetoM 470 HM oOecuBeduBaioTcss M
Kon0ouku. PacnpeneneHusi TeMHBIX (pOTOpelenTO-
pOB Ha M300paXXKEHUSIX ITOIIOLICHUSI (MU CBETIBIX
Ha KapTUHE OTPaXXeHMsI) B 3TUX IBYX CJIydasix OKa3bl-
BalOTCS IPOTUBOMNOJIOXHBIMU U JOIOJIHUTEILHBIMU.

NpentndunupoBaHHble TAKUM c1rtocoooMm L, M u
S Kos1004YKM, conaepKalllre pa3Hble 3pUTEIbHBIC ITUT -
MEHTHI (MMEIOILIME pa3Hble CIIEKTpaIbHbIE UYyBCTBU-
TEJILHOCTH), IIPEACTABIISIIOT HA KapTaxX pelenTOPHOM
MaTpUILIbI VTSI HAIVISIIHOCTY pa3HbIMU 1iBeTaMu: L KoJi-
0OUYKM — KpacHbIM, M KOJIOOUYKU — 3€JIEHBIM U S KOJI-
604k — cuHUM. [TogpoOHEBIN cTaTUCTUYECKUIA aHA-
JIN3 pacripefeeHus KaXa0ro U3 TpexX TUIIOB KOJI00-
yeK Ha Marpuie (oTopelenTopoB B ceTYaTKax
(mpuMepHO B 1° OT (poBea) IBYX MYKUMH ObLIT TIpeI-
crapieH B 2001 r. Bo Bcex maszax M u L kojn0ouku
OBLIM PACHOJIOXEHBI CIy4YaifHO, YTO TIPUBOIUT K 00-

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

CEHCOPHBIE CUCTEMbBI  Tom 37 Ne 1l 2023

I'nas3

3

Puc. 1. Cxema cUCTeMbI alallITUBHOM ONTUKM JJIsT BU3ya-
JIM3AIMU PELETITOPHON MAaTPULIBI CETYATKH KMBOTO YEJI0-
BEKa, TTOKa3bIBAOIIAast KaK B3aMMOCBSI3aHbI TP OCHOBHEIE
ee KOMITOHEeHTa: CEHCOP, KOPPEKTOP M KOHTPOJLIEP.

1 — cencop — Illaka-XapTMaHa — U3MepUTEIb BOJTHOBO-
ro ¢poHTa, 2 — KOPPEKTOP BOJIHOBOTO (hpOHTA — TPAHC-
dbopmupyemoe 3epkano, 3 — KOHTPOJUIEP.

Crpenkoil mokazaHa oOpaTHasl CBsSI3b C CEHCopa uepes
KOMIIbIOTEp Ha nedopmupyemoe 3epkaio (1o K.M. Hampson
Adaptive optics and vision. Journal of Modern Optics. 2008).

pa3oBaHMIO HEOOJBIINX YYaCTKOB, COACPKAIINX
KOJIOOYKHM OHOTO TUMA. S KOJIOOUYKU COCTABIISUIM HE
oousiee 10% ot odbiero yucia koioouek. CooTHoIIE-
HMe KoiaudecTBa M u L Kojibo4yeK MCIIBITYyEeMBIX
CUJIBHO pasmmyaiiock. HecMoTpst Ha 3T0, 00a MCIIBI-
TYEeMBIX ObUIA HOpMaJIbHBIMU TpuxpoMaTamu (Roor-
da et al., 2001). B 2005 r. a1 pe3yabTaThl OBLIN 1O/~
TBEePXACHEHI YK€ Ha BOCBbMH UCHBITYEMBIX C HOPMaJIb-
HeIM 13 (Hofer et al., 2005). deHOTUIT LIBETOBOTO
3PEHMS KaxKI0ro M3 BOCbMU OOCIIeIyEMBbIX JIMII OlIe-
HHBaJIM C UCTIOJIb30BaHUEM paBeHCTBa Pajes, riceB-
nmousoxpomarndeckux Tadmun (AO-HRR, Dvorine u
Ishihara) u Tecta “100 orreHkoB” MapHCBOpTa-
Mamncemra. ITokazarenu Kaxaoro MCIIBITYEMOTO BO
BCEX T€CTaX COOTBETCTBOBAJIM IPUHSITHIM KPUTEPUSIM
HOPMAJILHOTO IIBETOBOTO 3peHus. [eHeTmyecKuii
aHaJIM3 TT0Ka3aJl, YTO UCITBITYyeMble MY>KYMHBI UMEJIN
Habopsl L 1 M reHOB, obecrnieunBaromie HopMaib-
Hoe 113. OtHomeHne KonmdecTBa L Kk M Konboukam
y naTi ucnoblTyMbix (¢ mHunuaiamu HS, YY, AP,
MD, BS) 6pu10 cremyromum: HS, 1: 2.7; YY, 1.1: 1;
AP, 1.2: 1; MD, 1.9: 1; n BS, 16.5: 1. CopokokpaTHas
Bapuralus OTHOCUTEIbHOTO KonnuecTBa L 1 M koi-
0OUeK y pa3HbIX UCIIBITYEMbIX HE OTpaxkajaach Ha UX
IIBETOPA3IMINTENBHBIX cltocooHocTsx (Hofer et al.,
2005; Williams, 2011). Pe3ynbraT Ka3aucs MOKUpyIo-
M. M3 Hero ciienoBaio, 4To 1 HEOOJIBIIIOE KOTUYIE-
CTBO KOJIOOYEK KaXKIOT0 TUIIAa JOCTAaTOYHO MJISI Opra-
HM3aIUHU IIpoliecca IIBETOPA3IMUCHMS IIPU COOTBET-
CTBYIOILIIEH 0OOpPabOTKE CUTHAJIOB IOCICAYIONINMMU,
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CBSI3aHHBIMU C 3TUMHU KOJIOOUYKAMU HEPBHBIMU KJIET-
kaMu. HamoMHumMm, 4yTo 1 S Kobouek Bcerga He 00-
Jiee JECATU MPOLIEHTOB OT OOIIEro KOJudecTBa KO-
0OYeK, 1 OHU OTCYTCTBYIOT B (poBea.

IMpuunHa ciny4yaiiHoro pacnpeneneHust L, M u S
KOJIOOUYEK B KapTHUHE PEeeNTOPHON MO3auKHU ceTIaT-
KM 9eJIoBeKa, BEISIBISHHOTO IpH oMol AO in vivo,
ompeaessieTcss Kak pacrioJIoOKCHUEM TeHOB, KOIUPY-
IOIMX OIICUHEI 3pUTEJIbHBIX IIMTMEHTOB B XPOMOCO-
Max 4ejoBeKa, TaK U CIyJalHbIM IIPOLIECCOM, OIpe-
JIeJISIIOIIUM HaJlM4Me TOTO WJIM MHOTO MUTMEHTa B
Kaxnoii Kojoouke. I'eH, KogupymoolIuii S-ONCHH,
PacHoJIOXeH B CeIbMOII XpoMocoMe. ['eHbI, Koagupy-
olre oncuHbl oTonmurMeHToB L 1 M koi160uex,
pacIoIOXKEHBI TAHAEMOM B (-IUIeYe X-XPOMOCOMBL.
B HOpManbHOM ceTyaTke 3Kcrnpeccust L reHa miam
M reHa B KaxI0il KOJIOOUKE OrocpeaoBaHa ciayJdaii-
HBIM npouieccoMm. Ilpemmosaraercst, 4To B KaxXmoi
KOJI00YKEe B3aMMOMCKIIOYAOIIyIo 3Kcrnpeccuio L/M
T€HOB KPACHBIX U 3€JICHBIX OIICUHOB KOHTPOJUPYET
creuMabHbINA yuyacToK xpomocoMmbl — (Locus Con-
trol Region). OH CBSI3BIBaeTCS C IPOMOTOPOM 1100 L,
Jn60 M reHa, onpenesis SKCIPECCUIO TOJIbKO OTHO-
ro reHa OIICMHA B 3TOM KJIETKE, M TEM CaMbIM, KaK
MpaBWIO, CJIydaliHOE pacIlOJIOXEHUE OSTUX IBYX
knaccoB (L, M) kon6ouek (Nathans et al., 1986).

Bmopoe omxpuimue, coenannoe 6aaecodaps
npumernenuio AO: paznas npupooa L, M u S
duxpoma3suii

IIpumepHO B YeThIpeX IIPOLEHTAX YEIOBEUYECKOMN
MOIYJISILMKU (B OCHOBHOM Yy MY>XYMH) OOHapy>KuBa-
FOTCSI OTKJIOHEHMSI OT TpexMmepHocTu 13 — nuxpoma-
3un. OTCyTCTBHE KpacHOro npueMHuka (— L) — mpo-
TAHOITUS; OTCYTCTBHME 3€JIEHOTO MpUeMHUKa (— M) —
JIelTepaHoOIus M OYEeHb PEIKO OTCYTCTBHE CHHETO
npueMHuKa (— S) — TputaHonus. Jjis KOHCTaTaluu
HOpPMaJIbHOTO TpexMmepHoro 1I3 u BBISIBIIEHUS €ro
aHoOMaJIMii pa3paboTaHbl NCUXO(U3NIECKNUE TECTHI:
yCTaHOBJIEHME paBeHCTBa Pajes; rceBmonzoxpoma-
THyeckue Tabmuusl Mimwmxapa; PaOkuHa; TecT
“100 nBeToBBIX OTTeHKOB” m mpyrue (Lakowski,
1981). B HacTos11iee BpeMsl CyIIeCTBYIOT CIeaIb-
Hble TeCTUpYIOIlMe MPUIOXKEeHUsI B cMapT(oHax,
MO3BOJISTIONINE II0JIb30BATENI0 OBICTPO CaMOCTOSI-
TEJIbHO OLIEHUTH CBOU IIBETOPA3JIMIUTEIbHBIE CIIO-
cobHocTH. Kak roBOpuiIOCh BHIIIIE, T€HBI, KOMUPYIO-
mue L 1 M omncuHBI, pacloOJOXEHB TAaHAEMOM B
g-mede X-XpoMOcOMEI. [IpmueM MokeT OBITH pas-
HOE€ YKCJI0 KOTIUIA 3TUX FEHOB: C OMHUM IreHoM L- 1 oT
omgHOTro 1o Tpex Konwmii reHa M-oncunHa (Nathans et
al.,1986). Takoe pacIioJIoO)KeHUE TE€HOB OIICHHOB
KPaCHO- 1 3€JIEHOYYBCTBUTEIBHOTO TIMTMEHTOB TIPU
oOMeHe reHeTUYeCKUM MaTepraJioM B Meiio3e MEXIY
X-XxpoMocoMaMlI TapTHEPOB MOXKET B pe3yJIbTaTe
MPUBECTU KaK K HOPMaJIbLHOMY, TaK U NeMEKTHOMY
Ha0Opy 3THX TeHOB B X-XpOMOCOMAaX JOYEPHETO Op-
ranu3Mma. uxpomasuu (— L m —M) BcTpeuarorcs ya-

e y MyX4WH, HacJlIeAYIOIINX OTHY X-XPOMOCOMY,
YeM Y KeHILIWH, UMEIOIINX IBEe X-XpOMOCOMBI.

Ipumunny nuxpomarndeckoro L3 (mporanonuio —
yTpaTy JJIMHHOBOJIHOBO YyBCTBUTENbHOTO (L) mpu-
eMHUKa U JefiTepaHONMUI0 — CPETHEBOJIHOBO YyB-
cTBUTeabHOrO (M) mpuUeMHMKA) MOXHO TpencTa-
BUTH MO-Pa3HOMY: BO-TIEPBbIX, KaK pe3yJbTaT MoTe-
pu OOHOro KJlacca KOJIOOYEK, BO-BTOPBIX, IIpU
HOpPMaJIbHOM KOJIMYECTBE KOJIOOYEK, COAEepKaHUEM
BO BCEX KOJIOOYKaxX TOJHKO OJHOIO U3 ABYX MUTMEH-
TOB. DTa muiieMMa ObUla pa3pelieHa HpHU IIOMOIIU
AO. BplIO TTOKa3aHO YTO MPOTAHOITUS 1 IeHTepaHO-
MYsl UMEIOT pa3Hylo MPUPOLIY.

IIpu oMo AO-geHCUTOMETPUMN ObLUIN ITOJIY-
YeHbl KapThl PEENTOPHON MO3alKU ABYX UCIIBITYE-
MBIX — IIPOTaHOIIa 1 AeliTepaHorna. ¥ IIpoTaHoIla B
LICHTPAJILHOI ceTyaTke ObLIO HOpMaJbHOE KOJUYe-
CTBO (DYHKIIMOHUPYIOIINX KOJIOOYEK, U BCE OHU ObI-
JI 3€JICHOUYYBCTBUTEIbHBIC. [eHeTUUYECKMIT aHaIu3
1oKasaji, 4YTo y 3TOro ucnbeityemMoro L-reH B X-xpo-
MocoMme ObUT 3aMelieH M-TreHOM, KOTUPYIOIIUM OTl-
CHH 3€JICHOUYBCTBUTEILHOIO ITMTMEHTA.

V neiiTepanolra Ha n300paxkeHUM MaTPHUIBI POTO-
penenTopoB M-kKoj10049KHM OTCyTCTBOBaAIM. Perymnsp-
HOCTb OOIIEi MO3auKU KOJIOOYEK y 3TOIO YeIOBeKa
ObL1a HapyllleHa, TOrAa KaK OTACIbHbIC MO3auKu L u
S konb6ouek 6buTM HOpMaiabHbI (Carroll et al., 2004).
I'eHeTHMYeCKMii aHAJIM3 IIOKa3aJl B 3TOM cjlydae, 4TO
HOpMaJbHBIN M-TeH (oTONMMIMeHTa OBIIT 3aMelIeH
nedeKTHBIM M-reHoM, KOAMPYIOIIUM He(hYHKIINO-
HUPYIOLINI MUTMEHT. 3€JIeHOYYBCTBUTEILHEIC KOJI-
GOYKU B pe3yIbTaTe pe30pOoNpOBAIINCH O BCE MO3a-
uke ¢oropeuentopoB. (HamoMHUM, YTO TOJIBKO
HOPMAJIbHBIA (DOTONUIMEHT SIBJISICTCSI CTPOMTEIIb-
HBIM MaTepUaioM Hapy>XKHOTo cerMeHTa (hoTopelLieI-
topa.) Ilpu oGcienoBaHuM elle Tpex deTepaHOIIOB
U IBYX IIPOTAHOIIOB HOBBIM MeTonoM — AQ, coBMe-
IIEHHOI C KOTepeHTHOI ToMorpadueii (CM. majiee),
ObLIO OOHaApy:KeHO MHOE TIposiBieHre L u M muxpo-
Ma3uii Ha peuentopHoii Mmarpuue (Zhang et al.,
2019).

TpuraHomnuss — peaKo BCTpeUaIOIIUACS TeOUIIAT
LIBETOBOIO 3peHMsSI B CMHE-3eJICHOI 00JIacTh CrieK-
Tpa. Ilpennonaraaoch, 4YTO MPUUMHOI 3TOr0 Hapy-
meHus 113 MoxkeT GBITh HapyllleHUe CTPYKTYPHI WU
CTaOMIJILHOCTH IMMUTMEHTA S-KOJIOOYEK, CBSI3aHHOTO C
pPa3IMYHBIMU aMUHOKHWCJIOTHBIMU 3aMeHaMU B MO-
nekyie orncuHa. [Tpu momomn AO — JeHCUTOMETPUU
OBLIIO IIPOBEAEHO 00CIefOBaHUE 56-JIETHETO MYXKY M-
HbI—TpUTaHOMAa (MO BCEM ICUXO(MU3NUYECKHUM Te-
craM) 1 ero 33-JeTHeil JoYepu Co CIa0bIMU TpUTAH
OTKJIOHECHUSIMU. Y OTILIa Ha KapTaX pelenTOPHOI MO-
3alKU He ObLI0 OOHApYy:KeHO S-Koia0oueK. B pe3yib-
TaTe OTCYTCTBUS S-KOJIOOUEK Oblia HapyllleHa o0Last
peryJIsipHast MO3anKa KoJIOoueK. Y Jodepu B pa3HBIX
yJacTKax ceT4aTKU PelenTOPHON MO3auKM MPUCYT-
CTBOBAJIM BCE TPU TUIIA KOJIOOYEK, U MPAKTUIECKU
He oOHapyXeHO Je(EKTOB PEeTyISIPHOCTA MO3auKU.
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W y otua, n y modyepu B reHe OICUHA CMHEYYBCTBH-
TEJILHOTO TMIMEeHTa (PacIioJioXEHHOIO B CEIbMOM
XpoMOcOMe) ObLIa BBEISIBJICHA HOBas MyTallusl —
R283Q. deHoTUNMYECKAST pa3HULA MEXKAY OTLIOM U
JI0YEePbhIO, UMEIOIIAsl OHY U TY K€ MyTallMIo, MOXET
OOBSICHSITECSI TEM, YTO OHU HAXOOWINCHh B MOMEHT
WCCIeOOBaHMSI HAa Pa3HBIX CTAOUSIX MPOTPECCUPYIO-
1IIei ¢ BO3pacToM aTpodrM HapyKHBIX CETMEHTOB S-
KOJIOOUYEK, IIPUBEIIICH ¥ OTIA K yTpaTe S-Koiabo4yeK
(Baraas et al., 2007).

Tpemve omkpoimue, cdenannoe baaeooaps
npumenenuio AO. Lleemosvie ouyuieHus
npu CMumMyasyuu 00UHOYHbIX KOAO0UeK

PasButne u coBepieHcTBOBaHUe MeTonoB AO B
KOMIUIEKCE ¢ IEHCUTOMETPHEI M CKaHUPYIOIIEei J1a-
3epHoit opTanbmockonuein (AOSLO — adaptive op-
tics combined with scanning laser ophthalmoscopy)
TMO3BOJIMJIO HE TOJBKO TOJYyJaTh KAapThl BBICOKOTO
paspenieHus1 MaTpuilbl (OTOPELENITOPOB CETYATKHU
YyeJoBeKa BOIM3U (hoBea, HO M BO30YKIaTh OMMHOY-
HbIe KoJ10ouku. st 3putenbHoi ctumyissiun AOSLO
MOXET MPOU3BOJIUTH CTUMYJIbI C BbICOUYAMILIEH TTPO-
CTPAHCTBEHHOM TOUHOCTBIO. DTO CBSI3aHO C TEM, UTO
BU3YaIU3aINs U CTUMYJISIIIVST MOTYT OBITh IIPOCTPaH-
CTBEHHO M BO BPEMEHU COBMEIICHBI B OMHOM U TOM
xe ydye B SLO (Roorda et al., 2002).

Bri10 TIOKa3aHO Ha KapTax BBICOKOIO paspellle-
HUSI OMHUX U TeX Ke YIACTKOB CETYATKU UCTBITYEMO-
ro Bomm3u ¢osea (1°—1.5°), cHATBIX yepe3 pasHbIe
IIPOMEXYTKM BpeMeHMU (depe3 IeHb, MECSILI), UTO pac-
MOJOXEHNE OTHCIbHBIX UACHTU(PUINPOBAHHBIX L,
M n S KojIboYeK B TOUHOCTH BOCITIPOU3BOIUTCS. DTO
JIaJiI0 BO3MOXXHOCTh MHOI'OKPAaTHO CTUMY/IMPOBATH
pa3Hble 3apaHee uaeHTudunuposaHHeie (L, M) or-
JIeJIbHBIC KOJIOOYKHU U Y3HABaTh CyObEKTUBHEIE OIIY-
meHus1 ucnbityemMoro. IlepBblii Takoil ONBIT OBLI
MpOBecH Ha IBYX HOPMaJIbHBIX TpuXxpoMaTax. Criek-
TpaibHasi YyBCTBUTCILHOCTh BBHIOPAHHBIX IJISI CTH-
MYJISILIAM KOJIOOUYEK U UX IOJIOXKEHME Ha KapTe ObUIN
3apaHee ornpeneiaeHbl. [1oCKONBKY KpUBBIE CITEK-
TpaJIbHO YyBCTBUTEIIHbHOCTH L 1 M K0J1009eK Jeno-
BeKa MMEIOT OJIM3KO PacCIIONIOXEHHBIE MAKCUMYMBI U
MEepeKpPhLIBAIOTCSI B KEJITO-3€JIEHOM 00JIacTH, WC-
MOJIb30BaJICS OMUH CTUMYJ (543 HM, ¢ IIIMPUHOM I10-
JIOCHI 25 HM), BO30YyXIalOIIUil Te U ApYyrue KoJi-
60uku. CeleKTMBHOCTh BO30YXKIECHMSI OOWMHOYHON
KOJIOOUKM TOCTHUIajach IIOJIOXXKEHHUEM CTUMYJIa (CBeE-
TOBOTO ISITHBILIKA) HA HAPY>KHOM CETMEHTE TOJIbKO
onHoii 6o L, mn6o M konbouku (puc. 2).

Pasmep ctumyna (~0.45' B quameTpe) COCTaBIISLI
MeHee IIOJIOBMHBI pa3dMepa BHYTPEHHETO CerMeHTa
K0JI00UKM. BbI10 MoKa3aHo, YTO: MOBTOPHAs CeleK-
THBHAsT CTUMYJISILUS OTIEIBbHBIX PEIEeNTOPOB OT
OITBITA K OITBITY, B pa3HbIe THU, BBI3BIBAJIA y UCTIBITY-
€MbIX MTOBTOPSIIOILLIMECS OIIYILIEeHUS; B OOJIbIIMHCTBE
cirygaeB (OoJjiee, 4eM B IOJIOBUHE) CeJICKTUBHAS CTU-
mynauus Kak L, Tak 1 M Koibouek, y 000MX MCITBI-
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Puc. 2. Cxema Bo30yXIeHUSI ONMHOYHBIX 3apaHee UIeH-
TudunpoBaHHbix L 1 M Koyibodyek (IToKa3aHbI OKpa-
IIIEHHBIMM KPY>XOUKaMM Ha (parMeHTe pelenTOpHOM
MaTpullbl) CTUMYJIOM 543 HM; KPUBbIE CIEKTPaJbHON
yyBCcTBUTENbHOCTU L 1 M KoJIGoUeK 4esioBeKa U CIeK-
TpaJbHOE TI0JIOXKEHUE CTUMYJIa, BO30YKIAIOIIero Kak L,
Tak 1 M KOJIOOUKH; TMOJIOXKEHUSI CBETOBOTO IMTHA Ha Ha-
pyxXHoM cermMeHTe L mim M KoiabGouyku 00O3HAYEeHBI
CTpeKaMu.

TYEMBIX BbI3bIBajla OLIYyIIEHNE O€JIOr0; CTUMYJISILIUS
MEHbIIIeil YacTu KoJIOOUEeK BbI3bIBajia OLIYILICHUS,
COOTBETCTBYIOIIYE UX “HOMMHAIYy”: BO30yxKneHue L
KOJIOOUEK — OlIyIIeHMEe KpacHoro, M KoJjibouek —
omyiieHue 3ejaeHoro. OTcioga ObUT cliejiaH BBIBO,
YTO 3a LIBETOBbIE Y aXpOMaTUUYECKUE OLLYIIEHUS OT-
BETCTBEHHBI Pa3HbIe MOIYJISLMU KOJIOOUEK, MpUuiemM
3a LIBETOBbIe — MajiouucyieHHas nomnyasinusi (Hofer
et al., 2005).

Pe3ynbTaThl ONBITOB ¢ BO30Y:KACHUEM OTACIbHBIX
KOJIOOUEK BBI3BaJI HOBBIM BOIIPOC: CITOCOOCTBYET JIN
OLLYIIEHUIO IIBETA ONIOHEHTHOE OKPYXXEHUE TECTU-
pyeMoii KOJIOOUKu?

Bout mocraBieH ClIeAYIOLINIA OIIBIT: IJISI CTUMYJISI-
MU BBIOMpaNM Ha MaTpulle (POTOPEIEITTOPOB KOJI-
004Ky (HarpuMep, L), oKpykeHHY1O 111eCcTbi0 M KoJi-
6oukaMu, wix M KOJIOOUKY, OKpyXeHHYyI0 L Koi-
ooukamMu. OTBET OBITT OTPUIIATEIIBHBIN: CTUMYJIISIIAS
KOJIOOYEK, OKPYKEHHBIX B MO3auKe KOJIO0OUYKaMu
JIPYroii CIIEKTpajbHOIl YyBCTBUTEJIILHOCTU, B OOJIb-
IIIMHCTBE CIy4YaeB BhI3bIBaJIA OIIyIIeHUE OeJioro (Sa-
besan et al., 2016). I1pu Mai0ii BEpOsITHOCTH MoIaaa-
HMS Ha KOJIOOUYKY, BoBiedeHHYIO B 1[3 (Takue koi-
0OYKM OTHOCSTCS K MaJIOYUCIICHHON IOITYJISILIN), 1
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OTHOCHUTEILHO MaJIOM KOJIMYECTBE IIPOO Takoil pe-
3yJITAT JIETKO OOBSICHUM.

B penkux ciydastx 1ipu Bo30yxKaeHUU TeX M KoJi-
0oueK (CTUMYJISILISL KOTOPBIX Ha 0€710M (DOHE BBI3bI-
Bajla y WCIBITYeMbIX OIllyllleHUue “3eJeHOro”) Ha
LIBETHOM, KOPOTKOBOJIHOBBIM (hOHE, BhI3bIBAJIa OIILY-
meHue “cuHero”. Y OogHOIO U3 IBYX HCIIBITYEMBIX
Ipu CTUMYISIONA M KOJ00O4YeK BEPOSITHOCTh “CH-
HMX” OTBETOB ITOBBIIANIACH ¥ T€X KOJIOOUEK, BOJIU3U
KOTOPBIX HAXOIWJINUCH S KOJIOOUKU. J1sT 00bsICHEHUS
9TOT0 pe3yabTaTa BBICKA3aHO IIPEHIIONIOXEHUE, UTO
ocBenleHre M KonOouKy BO30Y:KIaeT U 3eJIeHBIN, 1
CUHUIA OIIIOHEHTHLIE KaHAJIbI 00pabOTKU CUTHAJIa, a
OTHOCUTENIbHASI aKTUBHOCTH COCETHMX KOJIOOYEK OT-
JaeT mpenrouyTeHue omHoMy u3 Hux (Schmidt et al.,
2018).

KOMBUHUWPOBAHUE AO U KOTEPEHTHOM
TOMOI'PA®U N

TpuxpoMmaTnyeckoe KapTUPOBAaHME MO3aUKU
KoJIOOUEeK YyesoBeKa in vivo mpu oMol AO B KOM-
IUIEKCE C IEHCUTOMETPUEI — TIepBBIiA MPsIMOit (1 1O
HeJaBHEro BpeMEHU €OWHCTBEHHBII) METOH BMU3ya-
JIM3aLMM PELIENITOPHOM MO3auKU M OLIEHKU Yy4acTUS
otnenbHbIX ¢GoTopeuentTopoB B 113. HemaBHO ObLT
MpeaIoKeH HOBBI KoMIuieKe — AO u (pa304yBCTBHU-
TEIbHON OIITUYECKOM KOIepeHTHON ToMorpadumn
(phase-sensitive optical coherence tomography —
AO-PSOCT) (Hillmann et al., 2016; Zhang et al.,
2019). AO-geHcUTOMETpPUS CETUYaTKU OMUpaeTCs Ha
W3MEHEHUS OTpaxKaTeJIbHOU CITOCOOHOCTU KOJIOOYEK
npu ¢poroobecuBeunBanuu. Metom AO-PSOCT wuc-
MOJB3YET TOT (PaKT, UYTO MPU CTUMYJISIIIUN CETYATKU
KOPOTKOM BCIIBIIIKO BUAMMOIO CBETa Hapy>KHbIE
CETMEHTHI KOJIOOYEK AEMOHCTPUPYIOT OBICTpOE yBe-
JIMYeHWEe IJIUHBI omnTudeckoro myTtu (optical path
length — OPL) cBeTa. AMIIMTYaa 3TOr0 U3MEHEHMUS
JIOCTUTAeT COTeH HAHOMETPOB B 3aBUCHUMOCTH OT
JJIMHBI BOJIHBI, CUJIbI CBETOBOTO Pa3apakUTesa U TH-
na (S, M wnu L) konbouek. MccaenoBaHue 3TOro MH-
IyLpoBaHHOro cBeToM n3meHeHust OPL (B Tepmu-
Hax 3KBUBAJIEHTHOIO M3MEHEHUs (ha3bl) I1OKa3alo,
YTO OHO SIBJISIETCSI pe3yJbTaToM (hOTOTPAHCAYKIIMU B
KOJI00OYKaX. ABTOPBEI HOBOIO METOHa OTMEYalOT €TI0
NpenMyniecTBa 110 cpaBHeHUIO ¢ AO-IEeHCUTOMET-
pueii ceryaTku. OHU COCTOSIT B TOM, UTO MPU KJIACCU-
¢duKaLMKY TUIIOB KOJOOYEK HOCTUTHYTHI 3HAUYNTEIIb-
HO MeHblne HeomnpeaeneHHocTn (<0.02%) (1o
OLIEHKe caMuX aBTOpoB AQO-IEeHCUTOMETPUH, CO-
crapistorye 3.6 = 1.6%). CyliecTBeHHO yKOpaylBa-
eTcs BpeMs coopa gaHHbIx. OHO COCTaBISIET OT 5 ¢ 1O
30 MuH, TOorma Kak ombITbl AO-IeHCUTOMETPUEN,
JUISITCS TI0 HECKOJIbKO YacoB (3—9 4) B TeueHUe He-
CKOJIbKMX THEI, 4TO YTOMJISIET UCHBITYyeMOoro (Sabe-
san et al., 2015).

HoBbiM MeTO0M OBLIM U3MEPEHBI UHAUBUAYAIb-
HbIe peaKI MHOTUX COTEH KOJI0O0UEeK y 16 UCHBITY-
eMBIX C pa3sHBIMU (peHOTMIIAaMHM M reHoTurtamu 13

(MSATh HOPMAJIBHBIX TPUXPOMATOB, TPU Il TepaHoOIIa,
JIBa IIpoTaHoIla U Tpu AeliTepaHomana) (Zhang et al.,
2019; 2021). beuin kKi1accuULIMPOBaHbl TPU CHEK-
TpaJbHBIX TUIIA KOI004eK (S, M, u L) ux mpoctpaH-
CTBEHHOE pachnpele/ieHue U MX WHAWBUIYaTbHbIE
Mo3auku. CooTHomeHue /M Koa604eK y UCTIBITYe-
MbIX CUJIbHO BapbUpOBajio, YTO HE OTPaXajloCh Ha
LIBETOPA3JIUUYUTENBbHBIX CIOCOOHOCTSIX. Pe3ynbrarhl,
noayyeHHble MeToioM AO-PSOCT Ha HOpMabHBIX
TpUXpoMaTtax, He OTJIMYAIOTCS OT MOJIyUeHHBIX paHee
MmetogoM AO-ngeHcuToMeTpuu. B To ke BpeMst aBTO-
DBI He pa3fesiioT MHEHUS O pa3HOi Ipupoe mpoTa-
Homuu U aekitepaHonuu (cMm. Boiae (Carroll et al.,
2004)). Y o0cienoBaHHbBIX UMW NE€HATEpPaHOIIOB OT-
CcyTCTBOBAIM M KOJIOOUKH, a y IpoTaHOMNOB — L KoJi-
0OYKM; B OCTAJILHOM OHM ObLIM HOpMajbHBI (Zhang
et al., 2021).

INpuunHa pasHomIacuii, BEpOSITHO, KPOETCS B Ie-
HETUYEeCKOM pa3HooOpa3uu auxpomMasuii. [IpotaHo-
s U IefiTepaHOITHSI MOTYT OBITh OOYCIIOBJICHBI, TTO-
MMMO OTCYTCTBHSI OMHOTO M3 T€HOB, pa3HBIMU MyTa-
LUSIMU B MOJIEKYJle KOJOOYKOBOTO TIMIMEHTA,
MIPUBOISAIINME K IUCHYHKIINHA U MOPHOJTOTUIECKIM
HapylIeHUsIM, BIUIOTb O JIeTeHepaly KoJIOOYeK.
OTU JereHepaTUBHbIE MPOLECChl pa3BUBAIOTCS TO-
pa3sHOMY BO BpeMEHH, YTO B CBOIO OUEPEeIb IIPUBOIUT
K HapyIIEHUIO PEryIsIpHOCTU KOJIOOYKOBOM MO3au-
ku (Wagner-Schuman et al., 2010). Heo6xonumo
nmagbHelIIee HaKOIUIEHe TaHHBIX IJIsI KaXXIOro WH-
JIVBUIYaJbHOTO ciiydast HapyireHus 113.

Cmumynsayus omoenbHbiX peyenmopoé u HabaooeHue
Kapmumbl 6030YAHCOCHUS 2AH2AUOZHBIX KACMOK PA3HBIX
MUNno8 Ha cemuamee HCU8OMHbIX

Co BpeMeHHU ucciegoBaHuii Xpiobdena u Busena
00paboTKy cUTHAaJIa O IIBETE y IIPUMATOB CBSI3BIBAIOT
¢ mapBoue/LTIoIsIpHoit cuctreMoil. K Heit oTHocSTCS
Majible OMCTpaTUOUIIMPOBAHHBIC, 30HTUYHbBIE U Kap-
mukoBbele 'K, KoTophle IMOCBHUIAIOT CBOM aKCOHBI B
MapBOLE/UTIONISIDHBIE CJIOU HAPYXXKHOTO KOJIEHYATOTO
tena (HKT). B mx KoHUMOUE/IIOJISIpPHEBIE ITOICION
npoenupyioTcs oTaeabHo KapimkoBeie 'K, ¢ kpac-
HO-3€JIeHOI LEeHTpaIbHO-NIepuepUIEeCKO OImo-
HEHTHOM OpPraH13alel pelieNITUBHBIX OJIEN U B OT-
JIenbHBIC TIONCIAOM — OMCTpaTH(UIIMPOBAHHBIC
(L+M/S) I'K. CurHanabl HEHpOHOB 3TUX TOACIOEB
HKT npuxomar B crienuajibHbIe 00JIaCTH 3PUTEIb-
Hoii kopbl (Wiesel, Hubel ,1966; Jacobs, 2009; Lee,
2004; Zeki, Marini, 1998).

B HeckoJIbKHX COBpEMEHHBIX paboTaxX MPOAEMOH-
CTPUPOBAHA CBSA3b OTIEIBHBIX KOJIOOUEK C TaHTINO03-
HBIMU KJIETKAMU TpeX M3 YEThIPEeX KJIAcCOB IMapBO-
LIEJUTIOJISIPHOM CUCTEMBI Ha U30JIMPOBAHHOI ceTyaTKe
makaka ex vivo (Field et al., 2010). /111 omHOBpeMeH-
HOW pETrUCTpallMU DPEaKIUN TOJTHBIX MOMYJISIIUAN
KapJIMKOBBIX, 30HTUYHBIX U MEJIKUX JABYXCIONHBIX
TaHTJIMO3HBIX KJIETOK CEeTYATKM MCHOIb30Bajlach
MYJIBTHRJIEKTPOIHAS TeXHOJIOTUsI. 7151 oTrtpeneieHust
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MECTOITIOJIOXKEHUS, TUIIA W CHIIBI (DYHKIIMOHAJIBHOTO
BXoJa Kaxmoi Kojioouku B Kaxnyto 'K mpumensi-
JIach TOHKO CTPYKTYpHasl BU3yaJIbHAsl CTUMYJISIIIMS.
boinn ucciaemoBanbl c¢BsaA3u 17.380 Koabouek c
1.961 T'K na cemu mpenaparax. [TokazaHo, 4To pe-
nentuBHbIe TIonsl ['K Kaxkaoro kiacca o6pasyroT pe-
TyJISIpHBIE MO3auKM, ITOKPHIBAIOIINE BCE ITOJIE PErv-
CTpalru. 3pUTEIbHBIN CUTHAJI, BRI3BaHHBII BO30YX-
JIEHNEeM OTIEJIbHOM KOJIOOYKM, BBI3bIBAJl CHUJIBHBIC
peaxkiIny ¢ pa3IMIHON KMHETUKOM B TPEX U3 YEThIPEX
yuciaeHHo moMmuHupylommux tunax I'K. Kaxmasa n3
nonyisuuii on u off KapaIMKOBEIX ¥ 30HTUYHBIX ['K
cobupana curHajiabl ¢ IomHoi momyissuyu L u M
KoJibouek. ToabKO KapIUKOBbIE KJIeTKM off-Tura ya-
CTO TIOJTyYaJIu CUJIbHBIE CUTHAJIBI OT S Kojioouek (Li
et al., 2014; Kling et al., 2019). (M»bI He ocTaHaBJIMBa-
eMcsI ToApoOHee Ha 3TUX paboTax, Tak KakK B HUX HE
ncnoab3oBanack AQO).

AOSLO (an adaptive optics scanning laser oph-
thalmoscope) 0BT MCIIOJIB30BaH IS BU3YyaJIU3alluu
U TIPSIMOI CTUMYJISILIMY OTIEIbHBIX KOJIOOYEK in vivo
Ha 1IeJIOM HapKOTU3UPOBAHHOM >XMBOTHOM (MakKa-
Ke). Peakuimyu HEMPOHOB PErUCTPUPOBAIN SKCTPaK-
JnetouHbIM MukposanekTponoM B HKT. ITokasano,
4yTo TiapBouesutTosipabie HelipoHbl HKT ¢ BeicOKOI
HaJEeXHOCTbIO pearupoBajd Ha CTUMYJSLIUIO ONU-
HOYHBIX Ko100ueK (Sincich et al., 2009). Ot HeMHO-
rue paboThl Ha XKUBOTHBIX C UCTIOJIb30BAaHUEM HOBBIX
TEXHOJIOTMI HENPOTUBOPEUYUBO (FapMOHWYHO) J10-
MOJIHSIOT PE3YJIbTaThl, NOJIyYEHHbIE pAHEE METOAAMU
2JIEKTPOPU3NOTIOTUN U WHIAUKATOPHON TUCTOXU-
MUMU, U HOBBIE PE3YJIbThI, MOJTYYEHHbBIE Ha JIIOASIX MPU
nomoriiu AO.

Cmpykmypa goeea npumama, uccie008aHHaAs
xomobunuposanuem AO u Ca++ umadncunea

Kak roBopusioch BbIllIe, OCTpOTa 3pPEHUS], WIU
paspeniaroiasi CltocOOHOCTh, B MpeAese ONMpeacsi-
eTCs TUIOTHOCTBIO pacHoIOXeHUs (PYHKIIMOHAJIBHO
OIMHAKOBBIX KOJIOOYeK. B ceTyaTkax >KMBOTHBIX, KakK
MpaBuio, UMeeTcsl Clelualiu3upoBaHHas 00JacTb
(obJyracTi) OCTPOTO 3pEHMUS, TAE IIOTHOCTD KOJIOOYEK
MaKCHUMaJIbHa. Y yepenax W IMTUIl — 3TO “KpacHoe
IISITHO”, Y MHOTUX PBIO, IITUILI, IeJIb(UHOB — ABE 00-
JIACTU OCTPOTO 3PEHMUSI, Y SKUBOTHBIX C TAHOPAMHBIM
3peHUEM, KUBOTHBIX-XKEPTB, (Hampumep, KpOoJu-
KOB) — 3puUTelIbHas mmojocka — visual streak (Marc,
1999). V 4genoBeka u mpumaToB 310 oBea (Provis
et al., 2013).

15t yemoBeyeckoit (hoBea XxapaKTepHbI OU€Hb BbI-
CcoKasl IUIOTHOCTh TOHYAMIIMX KOJIOOYEK U CMeIle-
HME HEMPOHOB BHYTPEHHEN CETYATKU U KPOBEHOC-
HBIX COCYIIOB Ha COTHU MUKPOH OT (hOBEaJTbHOTO
neHTpa. CaMmble LeHTpaJlbHBIE KOJOOUKU PacHojiO-
XeHBI B QoBeose, B 350 MKM CBOOOIHOI OT MaJIOYeK
30He, oOpasywleil moa ¢GoBeTLHOTO YIUIOICHUS.
B doBea omHa koimbouka 6o L, 1160 M (S koimbou-
KM OTCYTCTBYIOT B (pOoBea) CBsI3aHa depe3 IBa OUITOo-
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Jsipa (on u off) ¢ AByMsI KapJIMKOBBIMUY on M off raH-
IMIMO3HBIMU  KieTKamMu. IlomoOHass oBeasibHas
CTPYKTYpa CyILIEeCTBYET 1 B ceTYaTKE YEJIOBEKOOOpa3-
HBIX 00e3bsTH 1 mpuMaToB Craporo Ceera (Hendrick-
son, 2005). @oBeanbHble cIELMATIN3ALMU OIIPEICIIsI-
IOT CIIOCOOHOCTh UMTaTh U Y3HABATh JINIIA.

®doBeoa MPUMATOB C €€ BBICOKOI TUIOTHOCTBIO
KOJIOOYEK M YBEJMYEHHBIM MPEACTABUTEIHLCTBOM B
KOpe uiaeajbHa I IIPOCTPAHCTBEHHOIO 3PEHMS C
BBICOKMM paspemieHrneM. OIHaKO H3y4EeHUE CXeM
CBsI3eil HEHPOHOB CeTYaTKU, yYacCTBYIOIIUX B OCY-
IIECTBJICHUN 3TON (PYyHKUMM, OBUIO HPaKTUYECKU
HEBO3MOXHO M3-3a CJIOXKHOCTU PETrMCTPALIMU PELIETI-
TUBHBIX TToJieli poBeanbHbIX [ K ceTuaTku in vivo. Pa-
Hee BU3yaJn3anus KJICTOYHBIX SJIEMEHTOB CETYaTKU
ObLIa BO3MOXHA JINIIB BOIM3U doBea (1.5° oT 1eH-
Tpa). Mcnonb3zoBanue AOSLO 1mo3BonjI0 BU3yalu-
3upoBaTh KajibLueBble peakuuu (Ca++ imaging) 'K
Yy XMUBBIX IPUMATOB Ha CTaOMJIbHBIE, BBICOKOTOUYHBIE
3pUTEJIbHbIE CTUMYJbI. [€HEeTUYeCKM KOaUpyeMbIit
nHauKaTop Kajnblus G-CaMPS5 obu1 BBeneH B (poBe-
ameHple K. Bputm 3anmcanbl mMmnyiabcHble Ca++
peakliMM Ha BBICOKOTOYHBIE 3pUTEIIbHBIE CTUMYJIBI,
pa3Mepbl KOTOPBIX IPUOIKAINCh K pa3MepaM Ha-
PYXKHBIX CETMEHTOB (pOBEaATbHBIX KOJIOOUEK, KaK OT
TeJl TAHIIMO3HBIX KJIETOK, TaK U OT MX IEHIPUTOB.
bruta BEISIBIGHA O4YeHb TOYHAs paguajbHasi IIPO-
CTpaHCTBEHHasi opraHuzauusi ¢oseanbHbix ['K.
IIpocTpaHcTBeHHOE cMmelleHue Tea poBealbHBIX 'K
OT UX BXOHOB (KOJOOUYEK Yyepe3 OOUH OUITOJISIP) 103~
BOJISIET BU3yaJan3npoBaTh oTBeTHl I K moBTOpHO, B
TeUeHHe HECKOJIbKUX THEH 1 MecslieB, 0e3 ype3Mep-
HOM agarnTaluny Kojioodek K cBeTy. OOpaTHas IIpoeK-
nus TnHui, coequHsomux teaa 'K ¢ ux penentus-
HBIMU MOJISIMU, IO3BOJIMJIA N ViVo OTIPeAeanuTh “Pu-
3MOJIOTUYECKUIT HeHTP” (POBEOJIbI 1 JIOKAJIM3AINIO
BEPTUKAJIbHOIO MepHUAMaHa, pa3aeiIsioIero mpaBoe
u neBoe moirynosst 3peHus. (Yin et al.,2014; McGre-
gor et al., 2018). [Toka 3TH OIBITEI HE MOT'YT AOIIOJ-
HUTH Hau 3HaHUS o 113. MoxXHO HanesIThes, 4TO B
TOXO0Xel TMOCTaHOBKE OIbITa YIACTCSl BBIASIUTDH U3
KapaukoBbeix 'K, Te, 4To yyacTBylOT B 006pabOTKe
LIBETOBOI'O CUTHAJIA.

SAKJIFOUEHHME

Pa3paboTtka cucrem AO B KOMIUIEKCE CO CKaHM-
pymolleit jazepHoil opTaaTbMOCKOIIMEN U ASHCUTO-
MeTpuei, pa3ouyBCTBUTEILHOM KOTepEHTHOM TOMO-
rpadueit u Ca++ MMamKMHTOM MIPEIOCTAaBMIIa HOBBIE
OecrpeneaeHTHbIE BO3MOXHOCTH IJISI UCCIIEIOBAHUS
(YHKIIMOHUPOBAHUS 3PUTEJIBHON CUCTEMBI in Vivo.
AO nmana BO3MOXHOCTh MCCJIEIOBATD il Vivo pellell-
TOPHYIO Tororpaduo ceT4aTK YeaoBeKa B OJTM3KOMI
K (poBea obsacTu 1 Tonorpaduo peHeNTUBHBIX ITO-
neit 'K ¢oBea. Bo3aMOXHOCTE CTUMY/IMPOBATh OT-
JleJIbHbIE KOJIOOYKU B XKMBOM UY€JIOBEYECKOM TIJ1a3y U
MOJTy4aTh OTBETHI UCTIBITYEMbBIX MO3BOJIMJIA YCTAHO-
BUTb NPSMYIO CBS3b MEXIYy aKTUBallMell Kojabouek
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(BU3yaJlbHBIMM XapaKTEPUCTUKAMM) U CYOBEKTUB-
HBIM OLIYIIEHUEM.

PesynbTarhl, mogydeHHbIe pu oMol AO, 1o -
TBEPAWJIM U YTOUHWIM hyHIAMEHTaIbHbIE MPEAIo-
JIOXKEHMUSI, CAeJaHHbIE B MPENbIIYIINX UCCIEI0BAHU -
sIX OTHOCUTEJILHO IBYX pa3fefibHBIX MyTeil 00padoT-
KM I1IBETOBOW M axpoMaThyecKoil WHpopMaliuu.
BonblIMHCTBO MapBOLETIONSPHBIX HEHPOHOB CIy-
XKaT JIJIsl aXpOMaTUYECKOTO BOCIIPUSITUSI C BBICOKUM
paspeuieHueM. B 3TOoT mpoliecc BoBiIeYeHO O0JIb-
IIMHCTBO KOJIOOUEK BCEX TPEX TUMOB MO MPUHLIUITY
yHUBapuaHTHOCTU. Cpenu KapjJWKOBBIX TaHIJINO3-
HBIX KJIETOK HAXOJSITCSl peIKUe TaHIJIMO3HbIE KJIETKU
(TMTOAMHOXKECTBO KapJUKOBBIX), MTOJyJyaroliue CurHa-
JIbI OT OTPAHUYEHHOM TPYMIThI KOJIOOYEK TPEX TUIIOB,
CUTHaJIbl KOTOpPBIX, Oylarojapsi COOTBETCTBYIOIIEMY
KOHHEKTOMY, UCITOJIb3YIOTCSl B 1IBETOKOIUPOBAHUM.

JIBe KapTWHBI BHEIITHETO MHpa — OJHAa OecCIBeT-
Hasl (4epHO-0eJasi) ¢ BBICOKMM pa3pellieHueM, Apy-
rast IBETHasI — C HU3KUM pas3pellleHeM, BO3HUKAIO-
IIMe NapaJjIeJIbHO B 3pUTEIbHOM CUCTEME ITPUMATOB,
B HallleM BOCIIPUSITUM CYIIIECTBYIOT 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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