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GPCR-curHaibHbIi Kackaz B (poTopelienTOPHBIX KJIeTKaX CeTYATKU — MaJTouKax U KoJj-
OGoukax — obecreurBaeT BbICOKOE YCUICHHE CUTHAIA U TIO3BOJISIET MajlouKaM HaaeXKHO
pearvpoBaTh Ha OMMHOYHBIC KBAHTHI cBeTa. [1py 3TOM MajlouKu COXpaHSIIOT paboTOCTIO-
COBHOCTB TIPH CBETOBBIX MOTOKAX 10 10° KBAHTOB B CEKYHILY, UTO MOIEPKUBACTCS BBICO-
K03 heKTUBHOM crcTeMO#l cBeToBOM amanTtaiu. CBeToBasi amarralids OCHOBaHa Ha
LIETISIX OTPULIATEIbHON 00OpaTHOM CBSI3W, B OCHOBHOM UYepe3 U3MEHEHUsT BHYTPUKIIETOY -
HOM KOHUEHTPALIMM UOHOB Ca%". HanexHo WIEHTU(MDUIMPOBAHBI TPY METIN KalblUe-
BOI peryJisiliiM — YCKOPeHUe BBIKITIOUeHUsT (DOTOAKTMBUPOBAHHOTO POIOIICMHA, YCKOPe-
Hue cuHTe3a Ul M® ryaHWIaTUKMKIIa30i 1 MoBbIlIeHue cpoactBa I MD-yripaBisieMbIX
MOHHBIX KAHAJIOB K HYKJIeOTUy. I3BeCTHO, OTHAKO, YTO CYLIECTBYIOT €1le OUH VI Ba
BBICOKOA(D(EKTUBHBIX MeXaHW3Ma aJanTaldMi, OOUH W3 KOTOPBIX PEryJupyeT BpeMst
JKU3HU aKTUBUPOBAaHHHOM (hocdonuacTepasbl; Uisi BTOPOrO MMILIEHb PETYJISALIMU HEn3-
BecTHa. HensBecTHBI TakKe MOCPENHUKU 3TUX perysiuii. [Ipu uccienoBaHuy 3TUX Me-
XaHU3MOB MbI OOHAPYXUJIU HOBBII (DEHOMEH, YITyIIIEHHBII B IMPEIbIIyIIUX paboTax. Mbl
HalLLJTU, YTO BOCCTAHOBJICHHE TEMHOBOI'O TOKA MaJIOUKU MOC/IE BHIKITIOUEHMST HEHAChIIIA-
FOIIIETO aJanTupylolero ceera Moxet 3aHuMaTh 20—30 ¢. bosee Toro, mmocie dopmaib-
HOTO BO3BpAllleHUs] MEMOPAHHOTO TOKa K TEMHOBOMY YPOBHIO YYBCTBUTEJIBHOCTD KJIET-
KU K TECTUPYIOILIMM CTUMYJIaM OCTaeTCsl MOHKEHHOIM ellle B TeYeHUEe OHON—IBYX MU~
HyT. MBI Ha3BaJli 3TO sIBJICHUE “ananTallMOHHON MaMsATblo”. AlanTalMoOHHas MaMsiTh
HarloMMHaeT (heHOMEHOJIOTHIO TIoCIenoBaTe/IbHbIX 00pa3oB. [TocTterneHHoe Bo3Bpallie-
HUEe MeMOpaHHOIo TOKa K TEMHOBOMY YPOBHIO MOIJIO Obl COOTBETCTBOBATh 3aTyXaHMIO
MOJIOKUTESILHOTO Toc/ieNoBaTeIbHOro oopasa. JdauTenbHoe MOHMXKEHWE YYBCTBUTEIb-
HOCTU (HOTOPELIENITOPOB K JO0ABOYHON CTUMYJISILIMM MOXET O0eCreuyrnTh BOSHUKHOBE-
HMe HeraTMBHOro obpasa. HackosibKo MbI 3HaeM, 3TO IiepBasi dKCIIepUMeHTaIbHas1 (-
3UOJIOTMYECKasl TEMOHCTPALIMSI BO3MOXKXHOCTH T'eHepaly TOC/eNoBaTeIbHbIX 00pa3oB
YK€ Ha YPOBHE OMMHOYHBIX (DOTOPELIETITOPOB.

Karoueswvie croea: dotopelienTop, najodyka, CBETOBas amalTalus, KajJbliueBas oopaT-
Hasl CBSA3b, alalTallMOHHAsl TTaMSITh, MTOCJIEI0OBaTEIbHBIE 00pa3bl
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HcxonHoii 1iebio 3Toi paboThl GBUIO MCClIeqOBaHNE MEXaHM3MOB CBETOBOM ajarrTa-
UM Majiouek ceryatku. PoToperenTopHble KIETKU CETIYATKN — MaJIOYKU U KOJIOOUKY — MC-
noab3yioT GPCR-curHanbHbIi KacKaj 11 TeHepaly JIEKTPUYECKOro CUTHajIa B OTBET Ha
MOTJIONICHNUE CBETA MOJIEKYJIAMU PELIENITOPHOTO 6eika — polorcuHa. JIByXCTyeHYaThIit
Kackaj (pepMeHTaTUBHOTO YCWIeHUs uctnojb3yeT dhochonuacrepasy (PID) ul M® kak
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s pexTopHbIil pepMeHT, a UMD cay>KUT BHYTPUKIIETOUHBIM MOCPEAHUKOM, PETyJIu-
pys MOHHYIO MPOHULIAEMOCTh TJIa3MaTUUYeCKOi MeMOpaHbl KJIETKU. Bricokoe ycuiieHue B
Kackajie 1o3BoJIsIeT NajoykaM HaJIeskKHO perMcTpUpOoBaTh OAMHOYHbBIE KBaHTHI cBeTa [1, 2].
HecmoTpst Ha TipesieIbHO BBICOKYIO UYBCTBUTEJILHOCTD, MAJOYKW COXPAHSIIOT paboTo-
CITOCOGHOCTB TIPH CBETOBBIX MOTOKaX 10 10° (hOTOHOB Ha KIIeTKY B ceKyHuy. Takoil mm-
POKMIT TMHAMUYECKU I AMaTa30H MOIIePXKUBAETCS] MEXaHM3MaMU CBETOBOM alanTallui,
KOTOpBIE PETYIMPYIOT UyBCTBUTENIBHOCTh U ObICTPOAEHCTBUE Kackana. CBeToBas ajarnra-
MsT 00ecTieurBaeTCsl OTpULIATEIbHOM 00paTHOI CBSI3bI0, OCHOBAHHOM Ha M3MEHEHUSIX
BHYTPUKJIETOYHOI KOHLeHTpauuu noHoB Ca®' npu ocsemenuu (cM. puc. 1). Tsepno
YCTAHOBJIEHbl TPU MMUIIEHU KaiblLMsl. Bo-mepBbIX, CBETOMHAYLIMPOBAaHHOE IMaJeHUE

[CaZ*"] yckopsieT BBIKITIOUEHNE aKTUBMPOBAHHOTO poxorcuHa (R*), cHUXast B UTOre Ka-

TATUTHYECKYIO akTuBHOCTh DJID. Bo-Bropsix, moHmxkenne [Ca2t] akTuBupyer ryaHu-
JIaTHMKIIa3y, YCKOpsist BO3BpaT KOHLieHTpaluu I M® K TeMHOBOMY ypOBHIO. B-TpeTbux,
npu Hu3Koit [Ca?™| yBennuuBaercst cponctso ul M®-ymnpasisieMbix KaHatoB K il M@,
TaK UYTO OHU YAECPXMBAIOTCSI B OTKPBITOM COCTOSTHUU TMpU 60Jiee HU3KOIM KOHILICHTPAlUU
nocpeaHuka. Bce Tpu MexaHuU3Ma CIIOCOOCTBYIOT BOCCTAHOBJIEHUIO “TEMHOBOIO” COCTO-
SIHUS (poTopeLienTopa U MPOTUBOAEMCTBYIOT HACBIIIEHUIO (POTOOTBETA MPU BBICOKUX
OCBellleHHOCTSX [3—6].

BbL10, 0gHaKO, ITOKa3aHO, YTO MEXaHM3Mbl CBETOBOI afanTalii He OrpaHUYUBaIOTCS
TpeMsi yKe u3BeCTHbIMU. CyMMapHasi peryJisiliisi 4yBCTBUTEJIbHOCTH BCEMU U3BECTHBIMU
MeXaHM3MaM1 HeIOCTaTOYHa JUISi OOBbSICHEHUS TIOJIHOTO Avarna3oHa padoThl MaJOUKMU.
Cyl11ecTBYeT MeIJIEHHBI (IeCATKU CEKYH/) MEXaHU3M aJanTallii, KOTOPbI 00ecIeun-
BaeT IOMOJHUTEIbHYIO PEeryJIUPOBKY YYBCTBUTEILHOCTU IIPUMEPHO Ha MOPSIAOK, U MU~
IIIEHU KOTOPOTO U y4acTBYIOLIME ITOCPEIHUKHU MoKa HeusBecTHHI [7]. HemaBHO MbI Ha-
1IJIX, YTO BAOOABOK K YK€ M3BECTHBIM PETYJISIIUSIM, B XO/I€ CBETOBOM aflanTallui yCKOPSI-
€TCsl BBIKJTIOUEHHME CBETOMHAYLIMPOBAaHHOU akTUBHOCTU DJID, UTO TakXKe MPErsiTCTBYET
HacslleHuo oroorseta [8]. [TocpenHUK, PeryJIupyrolInii BBIKIIOUYEHNE aKTUBUPOBAaH-
Hoit MJID, 1 BpeMeHHOI1 X0 3TOM PEryIsilUU TOXE HEU3BECTHHI.

MbI Hayanu AeTajabHOE 3KCIEPUMEHTAIbHOE UCCIIeIOBAaHME YIYILIEHHBIX MEXaHM3MOB
CBETOBOM amanTaliiu U oOHApYXUJIU HOBBIN (heHOMEH, KaKUM-TO 00pa3oM He3aMeueH-
HBII B TIpeabIAYIIMX paboTax. MBI HAIIUIM, YTO BOCCTAHOBJIEHUE TEMHOBOI'O TOKA (= TeM-
HOBOTO MeMOpaHHOro IOTEHIIMajia) MaJo4yKKu I10CJIe BBIKJIIOUEHUSI HEHACHIIIAIOIIEeTO
aganTupyloiniero ceera Moxet 3aHnuMaTh 20—30 c. Boiee Toro, mmocie ¢popMaaIbHOTO BO3-
BpallleHWsI MEMOPAaHHOIO TOKAa K TEMHOBOMY YPOBHIO UYBCTBUTEJIBHOCTh KJIETKM K T€-
CTUPYIOIIUM CTUMYJIaM OCTaeTCsl IIOHMXKEHHOM ellle B TeueHue 0ojiee MUHYThI. MBI Ha-
3BaJId 3TO SIBJICHUE “amanTallMOHHOM MaMsThIo”.

[MoBeneHue MajgOYKU TMOCJIE BBIKJIIOUCHUS CBETOAMANITUPYIOIIETO CTUMYJIa HAITTOMUHAET
deHoMeHoJI0THIO TToC/IenoBaTeIbHBIX 00pa3oB. [locTerneHHOe Bo3BpalleHUe MeMOpaH-
HOI'0 TOKa K TEMHOBOMY YPOBHIO MOTJIO Obl COOTBETCTBOBATH 3aTyXaHUIO MOJIOXUTEb-
HOIO MocjeaoBaTe/IbHOro oopasa. JyimteabHoe MMOHMXEHUEe YyBCTBUTEIBHOCTH (DOTOpE-
LENTOPOB K JO0OABOUHOM CTUMYJISILIUM MOXET 00eCeYUTh BOSHUKHOBEHUE HEraTUBHOT'O
obpaza. Ilo-Buaumomy, 3TO TiepBasi 3KCHepUMEHTalbHas1 (u3nojornyeckass J1eMOH-
CTpalysi BO3MOXHOCTU TeHepalliu MocJieIoBaTeIbHBIX 00pa30B yXe Ha ypOBHE OJMHOY-
HBIX MTaJIOYeK.

JanHasg paboTa NOCBsIllieHA OMMCAHUIO U ITIEPBUYHOMY aHAJIM3Y 3TOro (peHOMEeHa.

METOAbI UCCIEJOBAHUA

9KCI1€puM€Hma/leble HCUBOMHDBLE U NOO2OMOBKA npenapamoes

DKCIepUMEHThI ObUIM ITPOBEAECHBI Ha O3€PHBIX JIATYLIKAX Rana ridibunda, oTnoBiaeH-
HBIX B AcTpaxaHcKoii ooactu. ZKMBOTHBIX conepkanu B BuBapuu UMb PAH npu Tem-



464 POTOB u np.

Cytoplasm

membrane

Channel

R — Rhodopsin PDE — Phosphodiesterase
Ta, B, y — Transducin subunits GC — Guanylate cyclase

Puc. 1. Cxema BO30YXICHUS M afantauuy Kackaga ¢hoToTpaHCAyKLMKM B (oTopelienTopax ceTyaTku Mo3Bo-
HouHbIX. R, cBetouyBcTBUTEIbHBIN GPCR 6enok pononcuH. R*, doroaktuBupoBaHHbIN ponoricuH. T, rete-
porpuMepHblii T T®-cBs3biBatomnii 6eok tpaHcaynuH. PDE, dochonuacrepaza umkianyeckoro 'MD.
GC, ryanunaruukiaza. Channel, uI' M®-yrpaBisieMble KaTUOHHbBIE KaHaJIbl TJIa3MaTUYECKOW MeMOpPaHBbI.
HekoTtopble KOMITOHEHTHI Kackana (pOIOTICMHKWHA3a, appecTMH W peKoBepuH B Oioke “Inactivation”,
RGS9-GB5-komruieke  BoikimoyeHust PDE, kanbumii-gyBcrButebHbll  Geok GCAP, axkruupyommit
GC, Na,K/Ca o6MeHHUK B IJIJa3MaTUYeCKOil MeMOpaHe) He ToKa3aHbl, YTOObI HEe 3arPOMOXAATh PUCYHOK.
Crpenku 1, 2 1 3 TTOKa3bIBAIOT HAIEXKHO YCTaHOBJIeHHBIe iern Ca®t o6paTHoii cBA3M, ycKopsiioye poToOTBET N
yIpaBJIsiiole CBeToBO# ananTanueii. [LTpuxoBas cTpeika moKas3bIBaeT IyTh peryiisiuu BeikitoueHust PDE [8],
MOCPETHUK KOTOPOil HEU3BECTEH.

Fig. 1. A simplified scheme of activation and adaptation of the phototransduction cascade in vertebrate retinal
photoreceptors. R, light-sensitive GPCR protein rhodopsin. R*, photoactivated rhodopsin. T, heterotrimeric
GTP-binging protein transducin. PDE, cyclic GMP phosphodiesterase. GC, guanylate cyclase. Channel, cG-
MP-gated cationic channels of the plasma membrane. Some components of the cascade (rhodopsin kinase, ar-
restin and recoverin in the “Inactivation” block, RGS9-GB5 complex of PDE turn-off, Ca?*-sensitive protein
GCAP that activates guanylate cyclase, and Na,K/Ca exchanger in the plasma membrane) are not shown to avoid
clutter. Arrows 1, 2, 3 point to firmly established pathways of Ca?* feedback that accelerates the photoresponse
and controls light adaptation. Dashed arrow points to the mechanism that controls the rate of PDE* turn-off [8]
whose messenger is unknown.

nepatype 15—18°C u ecTeCTBeHHOM LIMKJIE TeHb—HOYb, I KOPMUJIM MYYHEIMU Y€PBSIMU.
OGpaliieHue ¢ 9KCIePUMEHTATBHBIMU XKUBOTHBIMU COOTBETCTBOBAJIO TpeOGoBaHMSAM JIu-
pektuBbl CoBeta EBporteiickux coobiiects 1986 r. 86/609/EEC u pekoMeHAaLMSIM GHO-
studyeckoro komurera UD®B PAH. Ilepea HauamoM 3KCIIEpUMEHTA KMBOTHbBIEC HAXOIM -
JIUCh B TeUeHUe 12 4acoB B yCJIOBUSIX TEMHOBOI amanTaluu. 3aTeM JISITYIIeK NeKarmuThu-
poBaiu, rj1a3a U3BJIEKAJIM U U3 TJa3HOro OoKajla BbIAENSUIM ceTyaTky. M3 ceTyarku
TOTOBUJIV CYCITIEH3UIO (pOTOpELIeNTOPHBIX KJIETOK B pacTBope Punrepa. Bce MmaHumynsi-
LIMU TIPOBOIMJIIN TIPY CBETE KpacHOTo (hOHAPs Y MO KOHTPOJIEM CUCTEMbI HAOIIONEeHNS B
UH(ppaKpacHOM CBeETE.



CBETOBAA AINAIITALIMA ITAJIOYEK CETYHATKHU 465

Pacmeop

st IpUTOTOBJIEHUS TIpernapaToB (POTOPELIENTOPHBIX KJIETOK M UX Nepdy3uur BO Bpe-
MSI BKCTIEpUMEHTA UCIOJIb30Bau pacTBop PuHrepa mis amduouii. OH roToBUIICS TTepen
KaXIbIM 3KCIiepuMeHToM | coxepxain (B MM): NaCl 90, KC1 2.5, MgCl, 1.6, CaCl, 1,
NaHCO; 5, HEPES 5, rmoxko3sy 10, EDTA 0.05, pH xoppekrupoBaim 10 7.6 TuIpoKcu-

oM HaTpusi. Bce KOMITIOHEHTHI pacTBOpa ObLIM MpuoopeTeHsl y Sigma-Aldrich, CILA.

Peeucmpauuﬂ MOKO06blX omeenoes qbomopeuenmopubtx Kaemok

Tok omMHOYHBIX (POTOPEILIETITOPOB PETMCTPUPOBAIIN ITPH TTIOMOIITY BcachIBaloIIeit -
netku [9]. [Tanouyku BcachlBaluCh B CTEKJISIHHYIO [TUMNETKY HAPY>XKHBIM UM BHYTPEHHUM
CEerMEHTOM BHYTPb, M UX TOK PETUCTPUPOBAJICS MPU Pa3INYHBIX peXXHUMaX CBETOBOM CTH -
myisuuy. CUcTeMa CBETOBOM CTUMYJISILIMM BKJIIOYasia B ceOsl 1Ba HE3aBUCUMBIX KaHaja
Ha OCHOBE MOUIHBIX CBETOAUOIOB C MAKCUMYM U3JTYIEHUS A, 525 HM, HHTEHCUBHOCTD
3a7aBajach TOKOM 4epe3 CBETOIMOIbI 1 HAOOPOM CepbIX HEUTPATbHBIX CBETO(DUIIBTPOB.
OTBeTHl MPOITyCKaIU Yepe3 aHAJIOTOBbIN (DUJIBTP HU3KUX YACTOT C TPAHMYHOI 4acTOTOM
100 T'u m 3amuchIBaIyd ¢ YaCTOTOM OTUCKPETU3alUU 2 MC/TOUKY. 3aXBaT JaHHBIX, BpeMsl
MOMa4YY U JUTUTEIbHOCTb CTUMYJIOB, a TAKXKe MHTEHCUBHOCTD CTUMYJIOB KOHTPOJIMPOBAIN
npu moMmoiu wiaT u mporpamm LabView (National Instruments, Austin, TX). I1pu Heo6-
XOIVMMOCTHU 3aPETUCTPUPOBAHHBIE OTBETHI MOTJIM JOTIOJIHUTEILHO MOJABEPraThcs HUdpo-
Boii INaycc-punsrpanu ¢ okHOM OT 5 1o 50 Mc. Bce pacyeTnl BBINOJHSIIACE B TTAKeTe
MathCad 15 PTC.

DKcnepumenmanvHulilt RPOMOKON

TunuuHbIi 3KCNIEPUMEHTAIBHBII MPOTOKOJ BKJIIOYAJ: a) PErMCTpallMi0 OTBETOB Ha
CTUMYJIbI BO3pacTalollleil UHTEHCUBHOCTH IIJIsl OTpe/iesieHrs] pabouero auamna3oHa KOH-
KPETHOM MaJiouku 1 0) perucTpalrio OTBETOB Ha COYeTaHUsl IJIUTEJIbHOM (hOHOBOI1 3a-
cBetku (10—40 ¢) mo omHOMY KaHaJly ¥ IOoAaBaeMEIX C paBHBIM MHTEPBAJIOM KOPOTKHUX
CBETOBBIX CTUMYJIOB JUIMTEJIbHOCTHIO 2 MC MK 2 C 110 BTOpoMy KaHaiy. [Ipumep Takoro
KOMOMHUPOBAHHOTO MPOTOKOJIa CBETOBOM CTUMYJISILIUU TTI0Ka3aH Ha puc. 2.

CrienMalibHO CJielyeT OTOBOPUTD MPUHSTYIO 31eCh (hOpPMY MPEACTaBIeHUS] OTBETOB TaIo-
YeK Ha CBeT. B cocTosTHUM TeMHOBOI amanTaiiuu, Ipyu BeICOKO# KoHIieHTpary il M®, ka-
TUOHHbIE KaHaJIbl TJ1a3MaTUYECKO MEMOpPaHbl OTKPBIThI, U YEPE3 HUX TeUeT BXOASIIUN
ToK. [letsisi ToKa 3amMblKaeTcsl yepe3 KajueBble KaHajdbl BHYTPEHHETO CerMeHTa. DTOT
TEMHOBOM TOK PerMCTpUPYETCsl BcachiBaolieil muneTkoii. [Ipy ocBellieHuN KaHaIbl Ha-
DPY>KHOTO CEeTMEHTA 3aKPbIBAIOTCSI, TOK YMEHBIIIAETCS U MIPU JOCTATOYHO SIPKUX CTUMYJIaX
nagaer a0 Hyas. Takum oOpa3om, oTBeT (OTOpELENnTOopa Ha CBET — 3TO YMEHbIIEHUE
TeMHOBOro Toka. OnmHako B OOJBIIMHCTBE (DU3MOJOTMYECKUX PAOOT OTBET TPUHSTO
n300paxaTh KaK MOJOXUTENbHbINM curHai. [loaToMy Ha HalIMX PUCYHKaxX HYJ€BOI ypo-
BEHb COOTBETCTBYET TEMHOAIANTUPOBAHHOMY COCTOSTHUIO KJIETKH, T.€. MAKCUMAaJIbHOMY
TOKY Yepe3 KaHayibl. YMEHBbIIIEHUE TOKA B OTBET Ha CBET Ha3biBaeTcsl hOTOTOKOM U M300-
paxkaeTcsi OTKJIOHEHUEeM BBepx. Takum oO6pa3oM, MaKCUMaIbHBIN (hOTOOTBET MPU SIPKUX
CTUMYJIaX COOTBETCTBYET HYJIEBOMY TOKY Uepe3 KaHaJlbl.

PE3VJIBTATHI UCCIIEAOBAHUA

Puc. 2 moka3biBaeT pe3yJibTaThl TUIIMYHOIO 3KCIepuMeHTa. [1ajouyka nmepuogmdecKu
CTUMYJIMPYETCSI KOPOTKUMU BCITBIIIIKAMU, BbI3bIBAIOIIUMU OTBET, COCTABJISIOLIMIA TIPU-
MepHO 30% ot HackileHHoro. [Tocie mepBoii BCIBIIIKY, MOAAHHOW B COCTOSIHUM TEM-
HOBOM aganTalliy, BKJIIOUAETCS CTallMOHAPHBIN (DOHOBBIN CTUMYJI AJIUTEIbHOCTHIO 40 C.
OH BBI3BIBAET OTBET, KOTOPbIi BHavasie 0J1M30K K HACKIILIEHHOMY, a 3aTéM YaCTUYHO CIa-
JaeT, IEMOHCTPUPYS IIPOLIECC CBETOBOI aganTanuy. B TeueHne Bcero neprona neiicTBUs
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Puc. 2. OTBeT NajJlOYKM JIATYIIKM Ha MEPUOIMYECKUE KOPOTKUE BCIBILIKM, C HAJTOXEHHBIM 40-CeKyHIHBIM
amantupyomuM hoHoM. (4) — HempepbiBHAs 3anuch. [lon KpuBoii TokazaHa OTMETKa cTumysa. Bembliiika
MojiaHa B COCTOSTHUU TEMHOBOI anantauuu. OTBEThl Ha BCIBILIKY Ha ananTUpylolieM (oHe He BUIHBI BCJiel -
CTBME YMEHBLICHHO YyBCTBUTEIBbHOCTHU. Bembllika 2 oTMevaeT nepBblit OTOOTBET, BUAMMBII B (hase BoccTa-
HOBJIeHUsI. Bembllika 4 COOTBETCTBYET MOMEHTY IMOJTHOTO BOCCTAHOBJICHUSI TEMHOBOTO YPOBHS ToKa. OHaKO
YyBCTBUTEJIbHOCTH K BCTIBIIIIKAM OCTAETCsI CHVXKEHHOI elile B TedeHue 1.5 MuH (Bcnbiika /4). (B) — nuameHe-
HME aMIUTUTYbl U KUHETUKY OTBETOB Ha BCIIBILIKU, BbIAEJIEHHbIE U3 3anucu (A) B X0[e TEMHOBOI aanTaluu.
(C) — ammuuTyna (OTHOCUTCS K JIEBO# IIKajIe ) U BpeMsi 10 UKa (OTHOCUTCS K MIPaBOi 1IKaJie y) OTBETOB Ha
BCTIBIIIKY, BblAieIeHHbIe U3 3anucu (A). (D) — u3aMeHeHne BpeMeHU UHTEeTrpupoBaHus (pOTOTBETA B XOJE TEM-
HOBO#1 aflanTaluy. BCbIIKN muTeasHOCTRIO 2 Mc, 0.7 poToHa MKM 2 32 BCIIBILIKY. 40-ceKyHIHAS ananTupy-
tomas ¢poHoBast 3acseTka 30 hoToHOB MKM 2 ¢!, Vepennenue 9 zammuceit, Taycc-dbunbrpanus 50 mc.

Fig. 2. Response of a frog rod to periodically applied short flashes with superimposed 40-s adapting background. (4),
continuous record. Stimulus timing mark is shown below the curve. Flash # 7 was applied in a dark-adapted state.
Responses to following flashes against the adapting background are not detectable due to greatly reduced sensitiv-
ity. Flash # 2 refers to the response that is first seen during the recovery phase. Flash # 4 marks full recovery of the
dark current. However, sensitivity to test flashes remains suppressed for extra 1.5 minutes, until the flash #74.
(B) shows the changes of amplitude and time course of test flash responses in course of dark adaptation.
(C) shows amplitude (refers to the left y-axis) and time to peak (refers to the right y-axis) of flash responses

during dark adaptation. (D) shows changes of the summation time of the flash response during the adaptation.
Flash duration 2 ms, intensity 0.7 photon mm™2 per flash. Light-adapting background illumination of 40 s dura-
“24-1

tion, intensity 30 photons mm . Average of 9 scans, Gauss-filtered with 50-ms window.

¢oHa OTBETHI Ha BCIBILIKU OTCYTCTBYIOT, TaK KaK UyBCTBUTEJIbHOCTh K HUM I1OJIaBJICHA.
[Tocne BoiKMOYeHUsT (hoHA (POTOTOK BO3BpAIIAETCSI K TEMHOBOMY YPOBHIO MPUMEPHO MO
3KCIIOHEHTE C MOCTOSTHHOM BpeMeHM OKoJI0 6 ¢. ITo Mepe BOocCTaHOBJIEHUSI TEMHOBOTO TOKa
rpafayajbHO BOCCTAHABIMBAIOTCS U OTBETHI Ha BCIBIIIKK. OMHAKO Y B MOMEHT (hOpMaJIbHO
TIOJTHOTO BOCCTAHOBJIEHUSI TEMHOBOTO TOKA (OCTVKEHUSI TEMHOBOTO COCTOSTHHUS) yepes 25 ¢
rocJje BBIKIIoYeHYs (poHa aMITIMTYIa OTBETa Ha BCIBIIIKY COCTABIISIET TOJIBKO MPUMEPHO
TOJIOBUHY OT UCXOMHOM TEMHOAAAIITUPOBAHHOM (BCIIbIIIKA 4 Ha TTaHe sIX puc. 24, B). I1om-
HOE BOCCTaHOBJIEHME YYyBCTBUTEJIbHOCTU HE JIOCTMTAeTCsl Jaxe uyepe3 MOJTOPbl MUHYThI
TEMHOBOI afanTaluy (CpaBHUTE OTBEThI HAa BCbIIKY [ 1 14 Ha puc. 24, B).
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Ha nanenu B puc. 2 noka3aHbl U3MEHEHMSI OTBETOB Ha BCIIBILIKMW B XOJ€ aJanTaluu.
INanens C puc. 2 moka3pBaeT M3MEHEHNE aMIUIUTYIBI OTBeTa (KPYKKW) U BpeMEHU 10 M1 -
Ka (TpeyroJibHMKN) B 3aBUCMMOCTH OT BpEMEHU MOCJIe BBIKITIOUEHHSI aAanTUPYIOIIETO CTU-
mysna. O6e 3aBUCUMOCTH YIAeTCsl YAOBJIETBOPUTEIBHO aIMPOKCUMUPOBATH OMHOIKCIIO-
HEHIUATBHBIMU (YHKUIMSIMU C OJIM3KUMU ITOCTOSTHHBIMUA BpEMEHHM (ILITPUXOBBIE KPUBBIE).

Puc. 2 neMmoHCcTpHpyeT M3MEHEHNE YYBCTBUTEILHOCTHA KJIETKU K KOPOTKUM BCITHIIII-
Kam cBeta. OIHAKO MPY €CTECTBEHHBIX YCIOBUSIX HAOIONEHUSI UBMEHEHUE OCBEIICHHO-
CTU B KaXION TOYKE CETYATKU MOXKET COOTBETCTBOBATH TOCTATOYHO UTUTEIBHBIM TIO
BPEMEHU U3MEHEHUSIM UHTEHCUBHOCTHU. [103TOMY MbI TakKe IMPOBEIU 3KCIIEPUMEHTHI C
HCIIOJb30BAaHUEM TECTUPYIOIINX CTUMYJIOB B BUJE CBETOBBIX CTUMYJIOB IJTUTEIbHOCTHIO
2 ¢ (puc. 3). I1pu TaKkoii ctumynstuuy 3P @eKT “aganTalmoOHHON ImaMITh” oKa3ajcs 00-
Jiee BeIpaxkeHHBIM (cM. TTaHeau C Ha puc. 2 1 puc. 3).

MpbI Takke uccienoBany 3MGEeKT M3MEHEeHUs UTUTEIbHOCTU adalTUPYoIero ¢hoHa
Ha BOCCTaHOBJIEHUE 4yBCTBUTEJIbHOCTU. Ha puc. 44 nBe 3anmucu ¢ IIUTeIbHOCTBIO o-
HoBoro ocBemeHUs 10 1 40 ¢ cMelIeHBI BIOJIb OCH BPEMEHHM TaK, YTO MOMEHT BBIKJTIOYE-
HUA poHa Ha Kaxmoit KpuBoit coBnanaet ¢ 0. 3amuck w1 ¢poHa 10 ¢ cMeleHa 1o BepTU-
KaJIn, 9TOO0BI YMEHBIIIUTD MIePEKPHITHE € 3aIMUChIo It 40-ceKyHIHOro (hoHa U 00JIETIUTh
uX cpaBHeHUe. MIHTepecHOo, 4To Tpu KopoTkoii (10 ¢) cBeTOBOI aganTaliuy BOCCTAHOB-
JIEHUEe TEMHOBOTO TOKa HAaYMHAETCs C 3aeP>KKON B HECKOJBKO CEKYHI TIOCIIe BBIKITIOUE-
Hus poHa (cTpenka Ha puc. 4A4). I1pu 40-ceKyHAHOI CBETOBOI agaITallid BOCCTAaHOBJIE-
HHE TEMHOBOT'O TOKa HaYMHAETCsl HEMEUIEHHO Tocie BbIK/IIoYeHUsT poHa. DToT heHOMEH,
He MMEIOIINI MoKa OOBsICHEHUSI, ObUT OOHapy:KeH paHee [7]. HecMmoTps Ha 3TO pasnm-
Yyue, BOCCTAHOBJIEHNE YYBCTBUTEILHOCTH K BCTIBILIIKAM TocJie BbIKiItoueHus 10- u 40-ce-
KYHIHOTO (pOHA MPOUCXOIUT IMIPAKTUIECKNA OOANHAKOBO (puc. 4B).

CnoxHast peHOMEHOJIOTHSI CBETOBOM U TEMHOBOM afarnTaliii He UMeeT MoKa OYeBU/I -
HOTO OOBSICHEHUST B paMKaX COBPEMEHHBIX 3HAaHMI 0 Kackajae (hOTOTPAaHCIYKIIMU U Tpe-
OyeT AajbHEHIIero AeTajJbHOIrO UcciaenoBaHusi. HekoTopbie 0COOEHHOCTH TTOJTyYEHHBIX
pe3yIbTaTOB, OMHAKO, TMO3BOJISIIOT MPOBECTH WHTEPIPETAIUI0 B TEPMUHAX M3BECTHBIX
MEXaHU3MOB U UX BO3MOXKHOTO (DYHKIIMOHAIHLHOTO 3HAYSHMUSI.

OBCYXIAEHUE PE3VJIBTATOB

Mexanuszmot uzmenenus yyecmeumesabHocmu 8 X00e c6emoeBoil U MeMHOBOIL adanmauuu

CpaBHEHHE OTBETOB Ha KOPOTKME BCITBIIIIKK CBETa B COCTOSTHUY TEMHOBOI amanTaiiuu
M B XO/Ic BOCCTAHOBJICHUSI YyBCTBUTEJBHOCTH TMOCJIE BHIKJIFOUEHUSI CBETOANANTUPYIOIIE-
ro ¢hoHa TTOKa3bIBAET, YTO B XOJIe aJaNTallMy KpyTU3HA (PpOHTA OTBETOB HE U3MEHSIETCSI.
HayvanbHble yuacTKH BCeX KPMBBIX COBMAAAIOT, a pa3iMyHast aMILINTYAa OTBETOB CBsI3aHa
C UBMEHEHMSIMU ITUTEILHOCTH (ha3bl aKTUBALIMY, T.€. MOMEHTA JOCTUXKEHMS TTMKa U Ha-
yaja BO3BpaTa K Mpe-CTUMYJIbHOMY cocTostHuio (puc. 2B, C). DTo mpeamnoaraet, 4ro
TpY CBETOBOI/TEMHOBO aganTaliMy He TPOUCXOIUT U3MEHEHUST KOADGhUILIMEHTa YCUIISHMST
B Kackaje, T.e. CKOpOCTH akTuBaluu B Liennouke R*—T*—PDE*—ruaponus ul M®. Cseto-
Basl ajanTalus KOHTPOJIMPYETCs MpolieccaMu, 00eCIeunBaloOIMMU YCKOPEHUE BBIKITIO-
YeHMsI aKTUBHPOBAaHHOI'O KacKamaa. DTO MO3BosAeT hoToperenTopy 3MOEKTUBHO 0OMe-
HUBaTh YyBCTBUTEIBHOCTh Ha OBICTPONEICTBIE.

TemHoOBas1 ajgamnTalivsi B 3HaYUTEJbHON Mepe (HO He TOJIHOCTBIO) eCTh obpallleHue
cBetoBoit agantanuu [10]. YBeanyeHUe IIMTEILHOCTH OTBETOB Ha BCITBIIIKY ITPU BBIXO-
Ile U3 HACBIIIEHWS TTapajuIeJIbHO C YBEJIMYEHUEM MX aMIUTUTYIBI O3HAYaeT, YTO TP TeM-
HOBOI ajarnTaly yBeJIMIUBaeTCsI BpeMst MHTerpupoBaHus (potooTBeTta (puc. 2D). Bpe-
M1 MHTETPUPOBAHMUS ¢; OTIpeNeNIsieTCsT Kak

LT
tr=——[r(t)dr,
0

Fmax

rae r(t) — (bOTOOTBeT, Fmax — €0 IIMKOBOE 3HAYE€HUE, a T — nojHas JJIMTEIbHOCTb.
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Puc. 3. BausiHue AUTEIbHOCTH TECTUPYIOLLIETO CTUMYJIa Ha X0 TEMHOBOM aganTauuu. (4) — TOT Xe MPOTOKOJI,
YTO U Ha PUC. 2, HO BMECTO 2-MWIIMCEKYHAHBIX BCIBIIIEK UCITOIb30BaHbI 2-CEKYHIHbIE CTUMYJIbI C MHTEHCUB-
-2 1

HocTbIo 8 hoToHOB MKM 2 ¢!, AnanTupyiomiast hoHOBas 3acBeTKa JUTMTEIbHOCTBIO 50 ¢, 225 (hOTOHOB MKM 2 ¢

OpuHouHasi 3anuck, [aycc-bunprpauus 50 mc. (B) — ¢dopma oTBeTOB Ha Tectupyioue ctumysbl. (C) — cpaB-
HEHMe X0/Jia TEMHOBOM aganTaluy Mpyu TECTUPOBAHUM KOPOTKUMM BCITBIILIKAMU U 2-CEKYHIHBIMU CTUMYJIAMM.
Mnana3oH U3MEHEHMUs] YYBCTBUTEIILHOCTH K 2-CEKYHIHBIM CTUMYJIaM 3HAYMTEIbHO LIMPE, YeM K BCIIbILIKAM,
BCJICACTBHME U3MEHEHMSI BDEMEHU MHTErpupoBaHus (puc. 2, navesu B, C). CIUIOLIHbIE KPUBBIE — OJHOIKCIIO-
HEHLMAJIbHbIE alMPOKCUMAMU C MPAKTUYECKU OJAMHAKOBBIMU MOCTOSIHHBIMU BpeMeHHU (39 ¢ 1151 CTyneHeK u
42 ¢ fst BCIbILIEK).

Fig. 3. Effect of the duration of test stimuli on deduced time course of dark adaptation. (4), same stimulus se-
quence as in Fig. 2, but 2-s steps of light are used instead of 2-ms flashes as testing stimuli. Test step intensity was
8 photons um~2 s~ Intensity of adapting 50-s background illumination intensity was 225 photons um~2s~!. Sin-
gle record, Gauss-filtered with 50-ms window. (B) shows the shape of responses to test steps. (C). Comparing the
time course of dark adaptation as tested by 2 ms flashes vs. 2 s steps. The extent of change of sensitivity to steps
markedly exceeds that to flashes, evidently due to changing summation time (Fig. 2B, C). Solid lines show single-
exponential approximations of the data. Time constants of the exponentials are virtually identical.

VBenuueHne BpeMeHU WHTETPUPOBAHUS MOJDKHO ITOIMOJTHUTEBHO TMOBBIIIATh YyB-
CTBUTEJIBHOCTh K JUTUTEIbHBIM CTUMYJaM (CTyrieHbKaM cBeTa). JlefCTBUTEIbHO, OTBET
Ha 2-CeKyHIHbIE CTUMYJIbI U3MEHSETCS B XO/Ie TEMHOBOI ajanTalliy B OOJbIIEH Mepe,
yeM OTBeT Ha BcoblKU (puc. 34—C).

CroxwuBIleecs ceifyac TpencTaBieHre 0 MeXaHU3MaxX CBETOBOM aanTaiuy TTPUITUCHI-
BaeT UBMEHEHMS YyBCTBUTEBHOCTY U CKOPOCTH (hOTOOTBETA KAIBIIMEBOM OOGpaTHOI CBSI3U
(ctpenku 1—3 Ha puc. 1). O4eBUIHO, YTO CKOPOCTD TAKUX PETYJISLIMIA ONpeaeIsieTcsl CKOpO-
CThIO CBETOMHAYLIMPOBAHHBIX U3MEHEHUI KOHIIEHTPAIlUM CBOOOIHOIO IIUTOTIa3MaTH -
yeckoro Ca®". Ipeanonaraercs, 4To 3TU U3MEHEHUS TPUMEPHO COOTBETCTBYIOT KMHE-
TMKE OTBETa Ha BCMBIIIKU W YKJIAIbIBAIOTCSI B HECKOJIbKO ceKyHI [3—8]. MaTemaTuue-
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Puc. 4. BnusiHue 1MTeIbHOCTY afanTUPYIOLIEl 3aCBETKM Ha BOCCTAHOBJIEHME YYBCTBUTEIIbLHOCTH B XO/I€ TEM-
HOBO ajantauuu. (4) — aABe 3aNMCH C OJUHAKOBOII MHTEHCUBHOCTBIO TECTUPYIOLIMX BCIIBILIEK U afalTHUPYIO-
mero dona. JdnurenbHocTh PoHOBBIX 3acBeToK 10 1 40 ¢. 3amucu CIBUHYTHI BAOJb OCU BPEMEHM TaK, YTOObI
MOMEHTBI BBIKITIOueHUs1 oHa rpuxonunuch Ha 0 c. Kpusast ainst 10-cekyHaHO# (DOHOBOI 3aCBETKM JOTIOJHU-
TEJBbHO CIBUHYTA BEPTUKAJIBHO UISI MEHBLIETO NepeKpbiThsi ¢ KpuBoii wist 40 ¢ doHa. Ctpenka y KpUBOit st
10-cexyHznHOI1 (hOHOBOIT 3acBETKM yKa3blBaeT Ha 3aJep>KKy Hayajla BOCCTAHOBJIEHUSI TEMHOBOTO TOKa IOcie
BoIKiIoueHust hoHa. [1pu 40-cekyHaHoit HOHOBOI 3acBETKE TaKOM 3aep>KKHU HET. (B) — BoccTaHOBJIEHNE YyB-
CTBUTEJILHOCTH Tociie anantauuu K 10- u 40-cekyHaHbIM (POHOBBIM 3acBeTKaM MPOUCXOIUT MO CXOTHOM KMHE-

2 ¢! Bembimka 2 Mc, 0.88 OTOHOB MKM 2

tuke. @oHoBast 3acBeTka 225 GOTOHOB MKM ™ “ C 3a BCIIBILIKY, YCPEIHEe-
Hue 10 3anuceit, lNaycc-dunbrpanus 50 mc.

Fig. 4. Effect of the duration of the adapting steps on recovery of sensitivity during dark adaptation. (4), two re-
cords with identical adapting and testing intensities, but with the adapting durations of 10 s and 40 s. The records
are shifted along the time axis to place the background turn-off at 0 s. 10-s background curve is additionally shifted
vertically to reduce curves’ overlap. Arrow at the 10-s background curve points to a few-second delay between the
background turn-off and the start of the recovery of the dark current. The delay is absent at 40-s background. (B).

After either 10-s or 40-s light adaptation, the recovery of sensitivity follows the same time courses. Steps of
225 photons um~2 s~!. Test flash duration 2 ms, intensity 0.88 photons um~2 per flash. Average of 10 scans,
Gauss-filtered with 50-ms window.

CKMe MOJIeJIU BO3OYXXICHMS U afanTalluu, IIOCTPOSHHbBIE HA OCHOBE 3TUX COOOpaKEeHUI,
XOPOILIO ONMMCHIBAIOT IKCIEPUMEHTAIbHbBIE OTBEThl Ha BembliKu [8, 11—13]. Onucanue
OTBETOB MAJIOYKU Ha IEeUCTBUE IUIMTEIBHBIX (IECATKU CEKYHI) CTUMYJIOB MEHEe yIOBJIe-
TBOPUTEJbHO U TpebyeT BBeAeHUsI ad hoc NOTIOJHUTEIbHBIX MEXaHHW3MOB, BO3MOXHO,

KOHTpompyeMbIX He Ca*, a IpyriMu OCpeIHNKAMHU CO CIIELUAIBHO CKOHCTPYUPOBAH-
Hoii kuHeTtukoii [14]. Kpome TOoro, skcrnepuMeHTaJIbHO OOHApYXEHO, UTO CYIECTBYET
MenieHHas a3a peryJIMpoBKY YYBCTBUTEIILHOCTH TIPU CBETOBOM amanTaliiv, MeXaHU3M
KOTOpOI He naeHTuGuIpoBaH [7]. MBI TakKe IT0Ka3ajiM, YTO B XOJIe CBETOBOII amariTa-
LIMU PETYIUPYETCs BpeMsl XXU3HU aKTuBUpoBaHHON DID — MexaHM3M, TaKKe He BKITIO-
YEeHHBIN B CYIIECTBYIOIIYIO cXeMy (IITPUXOBAsk CTpeJIKa C BOITPOCUTEIbHBIM 3HAKOM Ha

puc. 1) [8].
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Haiium HoBbIe pe3y/ibTaThl JOMOJHUTEIBHO YCIOXHSIOT MpobjieMy. Mbl MOKa3bIiBaeM,
yTo yepe3 20—25 ¢ mociie BBIKJIIOUEHUS aJallTUPYIOIIEi 3aCBETKM TOK (poTopelienTopa
BO3BpalllaeTCs K TEMHOBOMY YpOBHIO (puc. 24). B cyuiectBytomieii cxeme (puc. 1) ato
JOJIKHO COOTBETCTBOBATb BOCCTAHOBJICHUIO “TeMHOBOI” KoHLeHTpaumu Ca2t u Bo3Bpa-
LIIEHUIO BCEX KOMIIOHEHTOB KacKaaa B TEMHOAIallTUPOBAHHOE COCTOsiHME. B meiicTBu-
TEJIbHOCTU YyBCTBUTEJIBHOCTh MAJIOYKM OCTAETCI MOHMXEHHOI, a KUHETUKA OTBETa Cy-
1LIECTBEHHO YCKOPEHHOI1 ellie B Te4yeHue 60jIee MUHYThI IPU COXPAHEHUU CTAOMILHOTO
TEMHOBOIo TokKa (puc. 2—4). Mbl Ha3Baiu 3TOT 2¢hdeKT “amanTallMOHHON MaMsIThIO”.
AnanTtauvMoHHas TaMsTh TPEAIoJiaraeT CylIeCTBOBAHUE IMTEIbHOM MOIU(UKALIUU
KOMIMOHEHTOB (hOTOTPAHCIYKIIMOHHOTO KacKaia, BO3MOXHO, 3aBucsieil He ot Ca’™, a,
HarmpuMep, oT pochopMIIMPOBAHNS KaKMX-TO 0eIKOB. MmeHTnduKkanmus 3TMX MUILIEHEN
M YYaCTBYIOIIMX MOCPETHUKOB JIOJIKHA OBITh 3aa4yeil TajbHenIIeil paboThI.

Adanmauyuonnas namame u nocaedosamenvHvle 00pa3bl

IMocnenoBaTenbHbIE 0Opa3bl BOZHUKAIOT ITOCTIE ASMCTBUSI HA CETYATKY MHTEHCUBHBIX
JIOKAJIBHBIX CTUMYJIOB. BBIKITIOUeHNE TAKOTO MHAYLIMPYIOIIETO CTUMYJIa OCTaBISET CBET-
JIoe MSATHO, KOTOPOE MOCTEIEHHO 3aTyXaeT U B KOHIIE KOHIIOB MCYe3aeT — IMOJIOXUTEIb-
HBII mocjienoBaTeabHbIi 00pa3. Ilpyu HaTUMYMK CTallMOHAPHOTO OCBEIIEHUSI JOCTaTOYHO
OOIIIMPHOI 0061aCTU 3PUTETBHOTO MOJIS, 32 3aTyXaHUEM TOJOXUTEILHOIO 00pa3a BO3HU-
KaeT OTpULIATeIbHBIII 00pa3 — TeMHOe IISITHO Ha cBeTyioM (¢oHe. [1pu axpomaTudeckom
JIOKAJIbHOM CTHMYJIE €TO IIOCJIeo0BaTeIbHbINM 00pa3 Takxke axpoMaThudeH. [1pu iBeTHOM
OCBEIIeHNH MOJIOXUTEIBHBIN 00pa3 MMeeT TOT XKe LIBET, YTO U MHAYIUPYIOIINN CTUMYI,
a oTpMLAaTe/bHbIA 00pa3 — IOIOJHMUTEIbHBIA K HeMy (IMapbl 3eJeHbIM—ITypIypHBIi,
KpacHBIM—IIUaH, KeJITbIi—CUHUI).

B camoMm 006111eM cMBICTIE, OCHOBA MOCJEA0BaTEIbHBIX 00Pa30B 1OCTATOYHO OUYEBUIHA.
Bo30y:xxaeH1e Ha HEKOTOPHBIX YPOBHSX 3PUTEIBHOM CUCTEMbI HE MCUE3a€T MTHOBEHHO
ocJjie BBIKIIOUEHUSI MHAYLIMPYIOLIETO CTUMYJIa, a 3aTyXaeT IIOCTENIEHHO, CO3aBasl [0JIO-
JKUTEJbHBINA TocaeaoBaTebHblil 06pa3. C Ipyroil CTOPOHBI, MHAYLMPYIOIIUI CTUMYII
BBI3BIBACT JIOKAJIbHYIO CBETOBYIO aIalTaliio, CHUXKAs YyBCTBUTEIbHOCTb CUCTeMBI. 1o~
3TOMY IPU HAJIMYUU CBETJIOrO OKpYKawllero ¢boHa CTUMYJIUPOBAHHAsI 00JIACTb BBITJISI-
IIUT TEMHOI (OTpUILIATebHBII 00pas).

HccnenoBaHue CBOICTB MOC/eA0BaTEIbHBIX 0OOpPa30B U MEXaHM3MOB UX IeHepaluu
uMeeT 0oJiee YeM BEKOBYIO MCTOpUIO. MI3BECTHO, YTO MCTOYHMKOM I10CJIEIOBATEIbHBIX
06pa3oB cayxuT nepudepus. Eciin skcnepuMeHTaabHO 0JIOKMPOBATh Mepeaadyy CUrHaia
M3 IVla3a B MO3T Ha BpeMsl IeMCTBUS MHAYLMPYIOIIEro CTUMYJA, a IIOTOM €€ BOCCTaAHO-
BUTb, ITOCJIEI0BATEJIbHbIN 00pa3 Bce paBHO Bo3HUKaeT [15]. C apyroii cTopoHbl, B op-
MUPOBAaHUM CYOBEKTUBHOIO BOCIIPUSITUSI MOCJEN0BaTEILHOIO o0pa3a (LIBET, BPEMEHHO
XOII, 3aBUCMMOCTb OT OKPY>KEHUSI U T.I1.) OOJIBIIYIO POJIb UTPAIOT LIEHTPATbHbIC MEXaHU3MBI.
Taxk, HanpuMep, MocjieaoBaTeIbHbIe 00pa3bl UyBCTBUTEILHBI K KOHTEKCTHOMY OKpPYKe-
HUIO B 3pUTEILHOM I10JI€, B YACTHOCTH, K HAJIUUMIO OTYETIUBBIX KOHTYPOB Y UHAYLIUPY-
OIIMX CTUMYJI0B [16, 17]. I1pu pabote co cTUMYJIaMU B BUE MO3aUYHBIX MHOTOLIBETHO
OKpallleHHBIX MMOBepXHOCTell (KapTuH MoHapuaHa) mocjienoBaTebHble 00pa3bl, Kak 1
pealibHble 0OBEKTbI, JEMOHCTPUPYIOT KOHCTAHTHOCTh BOCIIPUHUMAEMOTO 1IBETa B 3Ha-
YUTEJIbHOII Mepe He3aBUCUMO OT CIIEKTPaJIbHOTO cocTaBa ocBeleHus [ 18].

TeMm He MeHee, BOIIPOC 00 MCTOUYHUKAX IMOC/IEN0BaTeIbHBIX 00Pa30B B IJIa3y OCTAETCS
HepeLIeHHBIM. DTO MOLJIK Obl OBITh cCaMU (POTOPELIENTOPHBIE KJIETKM, KOTOPBIE IIPOHOJI-
Kanu Obl CUTHAJIU3MPOBAaTh HEKOTOPOE BpPeMsI MOCJIe BBIKIIOUEHMSI CBeTa, U OoJiee M-
TEJIbHO COXPaHSITh MTOHMXKEHHYIO YyBCTBUTEJBHOCTh M3-3a alalTaAllMOHHOM MaMsITU. DTO
MoIIY Obl OBITH U HEPOHHbIE CETU BHYTPEHHEM ceTyaTKU, eciid Obl BO30YXKIeHUEe B HUX
MOAAEPKUBAJIOCh U ITOCJIE BBHIKJTIOYEHMSI CBETa, a aJanTallMOHHbIE IIePeCTPOiiKM coxpa-
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HSUTUCh IOCTAaTOYHO J0Jroe Bpemsi. PasymeeTcs, 3Tu 1Be rMIIOTE3bl HE UCKJIIOYAIOT IPYT
npyra [19, 20].

Haiuu pesynbTaThl MOKa3bIBalOT, YTO HEOOXOAMMBIE [IJIS1 MOCJIeA0BaTEIbHBIX 00pa3oB
CBOICTBAa OOHAPYKMBAIOTCS YK€ Ha CAMOM TEPBOM YPOBHE — B BBIXOJIHBIX CUTHasax ¢o-
TopelenTopoB. Mest o ToM, 4TO TociienoBaTeIbHble 00pa3bl BHI3BIBAIOTCSI 0OECIIBEYNBa-
HHEM pOIOIICHHA, ObLIa BhICKa3aHa yxe maBHO [21—23]. Pasymeercs, 3To 6e3yCI0BHO
MPaBUJIbHO, MOCKOJBKY MEPBUUYHBIM MCTOYHMKOM 3PUTEJIBHOTO CHUTHAIa SBJISIETCS T0-
IJIONIEHME CBETA 3pUTEIbHBIM MMUTMEHTOM. B paHHUX paboTax B OCHOBHOM He crienudu-
LIMPOBAJIOCh, KAKMM 00pa3oM oOecliBeUMBaHME MUTMEHTA BbI3bIBAET MOCIE10BATEIbHBII
0o0pa3, KOHEYHO, M3-3a OTCYTCTBUSI KOHKPETHBIX OMOXUMUUYECKUX U (PU3MOTOTUYECKUX
3HaHUM O pabore Kackaaa dororpaHcayKiinu. CoBpeMeHHbIN YPOBEHb MUCCIIETOBAHHO-
CTM KackKaja IMO3BOJISIET JOCTATOYHO HAaNeKHO MACHTU(UIIMPOBATH MOJIEKYJISIDHbIE Me-
XaHU3Mbl, OTBETCTBEHHbBIE 32 3aTyXalollyl0 CUTHAIMU3aIUI0 (TTOJOXUTENbHBINM 00pa3) u
M3MEHEHNEe YyBCTBUTEIbHOCTU (hOTOpelenTopa (OTpULIATEIbHbII 00pas3).

IIpexnae Bcero, morjolIeHWe KBaHTA CBETa BBI3bIBAECT CEPUIO peaKlMii aKTUBALUM, a
3aTeM MHAKTUBAallUM CUTHAJbHOTO Kackaja, KOTOpble B MaJOYKaX JISITYLIKHM UMEIOT Xa-
pakTepHble BpeMeHa oT 1 1o 5 ¢. B pe3ynbTare BhixoaHoM curiai poropeuentopa (hoTo-
TOK WJM MeMOpaHHBII MOTEHIIMAJ B CMHAITUYECKOI 00JIacTU) B OTBET Ha KOPOTKYIO
BCITBIIIKY CBETa UMEET BUJ BOJHBI CO BpeMEeHEM 3aTyxaHus oKoJio 5 c. [1pu yBenuueHuun
MHTEHCUBHOCTHU CTUMYJIa aMIUIMTYya OTBETa IpaayajibHO YBEJIMUMBAETCSI, a 3aTEM HAChI-
maercs. BpeMst HaxoxXmeHus B HaCchIIleHNH MoxkeT gocturath 30—50 ¢ 1 onpenessieTcs B
OCHOBHOM KMHETHUKO}M BBIKJIIOUEHUSI CBETOAKTUBUpOBaHHOro ponxorncuHa [10]. BaxkxHo
OTMETUTb, YTO TaKWE€ IJIUTEIbHbIE OTBEThI JOCTUTAIOTCS TPU UHTEHCUBHOCTSIX CTUMYJIA,
ob6ecuBeunBaoIx okoyio 10000 MojieKyl MUrMeHTa Ha Majouky, T.e. MeHbie 0.001%
HaJuyHoro poxornicuHa. [ToaToMy obGeciiBeuMBaHME KaK TaKoBoe (ITOTepsl pOJAOIICMHA)
MpPEeHEOPEXNMO U HE MOXET ObITh MPUYNHON MOHMXXEHUST YyBCTBUTEJIbHOCTU TTOCTIe UH-
YKIIWY TI0CJIeI0BaTEIbHOTO 00pa3a.

INokazaHo, 4TO manbHeiilliee yBeIuYeHUe MHTEHCUBHOCTU CTUMYJIa PE3KO 3aMeIsieT
BBIXOJI MAJIOUKY M3 HACBIIIEHMS U ITOCIeAyIolllee BOCCTAaHOBJIEeHHME TeMHOBOro Toka [10].
IIpu ob6ecupeunBaHun ~0.5% poOAOIICHUHA, MO-MIPEXHEMY MTPEHEOPEKMMOM B OTHOIIIE-
HUUW CHUKEHUS TIOTIOIIEHMSI, BBIXOJ U3 HACHIIIIEHUS HAUMHAETCS Yepe3 S MUH, a IMOJIHOe
BOCCTAHOBJICHME TEMHOBOTO TOKa 3aHUMaeT 0oJibiiie 20 MUH. MeJIeHHOCTbh BOCCTAHOB-
JICHUSI CBSI3aHA C HAKOTUIEHUEM U IMOCJIEAYIONIMM PacTiagoM ITPOMEXKYTOYHBIX ITPOAYKTOB
¢oTonuza, KoTopble ¢ HU3KOI BEPOSITHOCTBIO BO30YXKAAIOT Kackan (hOTOTpaHCAYKIIUU.
HakoHel, BoccTaHOBJIEHUE YYBCTBUTEJIBHOCTU MOCJE 3HAYUTENBHOTO (IECSITKU IPO-
LIEHTOB) oOeClIBeUMBaHUsI poAoIicMHa (ITOJIHAsI TEMHOBas amalTalivs) TpeOyeT pereHe-
panuu o6eclBEYEHHOTO POIOTICUHA U Y YeJloBeKa 3aHUMaeT OOJIbIIIe Yaca.

Takum o6pa3omM, TeMHOBAs afanTalys Majodyek, B 3aBUCUMOCTHU OT YPOBHS 00eCIIBe-
YyuBaHWsI, oOecrneynBaeTcsl OBYMsI TpPyNIlaMuW MexXaHU3MOB. brwicTpas (“Ouoxumuye-
ckas”) (pa3a co3maeTcsl TeMU Ke MpoliecCaMU BEIKIIIOUCHMS KacKana (OTOTPaHCIYKIINH,
4yTOo (hOPMUPYIOT KUHETUKY OTBETA HA KOPOTKHE CTUMYJIbl yMepeHHoit sipkocTu (ocdo-
PUJIIMPOBaHME POIOIICMHA, BHIKIIIOUeHUE akTuBUpoBaHHON DJID, akTUBanys TyaHWIaT-
uvkiassl ¥ uI M®-yrnpaBiisieMbIx KaHalloB). Pe3koe 3aMenjieHre aganTaiyy Py BBICOKUX
obGeciBeueHMsIX (“oroxumMmuyeckass” ¢dasa) cBsI3aHa C MOTepeil poJoNCUHA U HAKOTLIe-
HUEeM ero (hOTOMPOIYKTOB, IUIUTEbHO CTUMYyIUpylomux kackaa [10]. OyeBugHO, 4TO
TMpY Ppa3TUYHBIX YPOBHSIX 00€CIIBEUMBAHUS MOXET U3MEHSIThCS BKJIal repucepruyecKux
(boTopeuienTopbl) ¥ LIEHTPATBHBIX (HEMPOHHBIE CETU CETYATKU U 3PUTEIbHBIX LIEHTPOB
MO3Ta) MEXaHU3MOB B TeHEpalllio U BOCIPUSITHE MOCIea0BaTebHbIX 00pa3oB. [ToaTomy
peaJIbHOro MPOTUBOPEUUSI MeXIY (POTOXMMUYECKON M HEPBHOM TeopUueil BOSHUKHOBE-
HUS TTOCJIeTIOBaTEIbHBIX 00pa30B, BEPOSITHO, HET.

B Hamumx sKkcnepMMeHTax MCMOJIb30BAIMCh YMEPEHHbIE UHTEHCUBHOCTU CTUMYJIOB,
HaxoJsIIIMecs B Ipeaesiax onoxuMmudeckoit (pasnl aganranuu. CooTBETCTBEHHO, BOCCTa-
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HOBJIEHME TEMHOBOT'O TOKa IMOCJIe BBIKIIOUEHMS afanTupyloliero ¢hoHa (3aTyxaHue Io-
JIOKUTEJIbHOTO MOCJeA0BaTEIbHOTO0 00pa3a) MPOUCXOAUT JOCTATOYHO OBICTPO U COOT-
BETCTBYET BBIKJIIOYEHUIO aKTUBMPOBAHHBIX KOMITIOHEHTOB Kackania (pomornicuHa u ®3).
B pamkax nmerolteiicst cxeMbl (puc. 1), TTOJTHOe BOCCTAHOBJIEHHE TEMHOBOTO TOKA TOJKHO
O3HayaTh TOJTHOE BO3BpallleHre KOMITOHEHTOB Kackaga B MCXOTHOE TEMHOBOE COCTOSI-
HUe. MbI, OMHaKO, TTOKa3bIBaeM, YTO MOCJIe BO3BpaTa ToKa K TEeMHOBOMY YPOBHIO YyB-
CTBUTEJIbHOCTD MaJI0YKX OCTAeTCs IIOHMXKEHHOM B TeueHue 1—2 MuH (puc. 2—4). YyBcTBU-
TEJIbHOCTb TIOIaBJieHa B pe3yJIbTaTe MEIJICHHO 0OPaTUMBIX MTPOLIECCOB, YCKOPSIIOIIMX BbI-
KJIIOUeHWe aKTMBMPOBAaHHOTO Kackala Ha cBeTy (aJZanTalMOHHOW  maMsiTH).
AnanTaimoHHas TaMsITh MOXKET OTBeYaTh 32 BOSHUKHOBEHUE OTPUIIATEIbHBIX TTOCIEI0BA-
TeTBHBIX 00Pa30B.
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Light Adaptation of Retinal Rods, Adaptation Memory and Afterimages
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*e-mail: rotovau@gmail.com

The GPCR signaling cascade in the retinal photoreceptor cells, rods and cones, provides
high signal amplification and allows rods to respond reliably to single photons. At the
same time, rods remain operational under light fluxes up to 10° photons per second,
which is supported by a highly efficient system of light adaptation. Light adaptation is
based on negative feedback chains, mainly through changes in the intracellular concen-
tration of Ca%" ions. There are three reliably identified loops of calcium regulation — the
acceleration of quenching of photoactivated rhodopsin, the acceleration of cGMP syn-
thesis by guanylate cyclase, and an increase of cGMP-controlled ion channels’ affinity
to the nucleotide. However, it is known that there are additional one or two highly effec-
tive adaptation mechanisms, one of which regulates the lifetime of activated phosphodi-
esterase; for the second one, the target of regulation is unknown. The messengers of
these regulations also remain unknown. While studying these mechanisms, we discov-
ered a new phenomenon that was not noticed in previous works. We found that the res-
toration of rod’s dark current after turning off the non-saturating adapting light can take
20—30 s. Moreover, after the membrane current formally returns to the dark level, the
sensitivity of the cell to testing stimuli remains reduced for one to two minutes. We called
this phenomenon “adaptation memory”. Adaptation memory resembles the phenome-
nology of the afterimages. The gradual return of the membrane current to the dark level
could correspond to the fading of positive afterimage. Long-term decrease in the sensi-
tivity of photoreceptors to an additional stimulation can create a negative afterimage. As
far as we know, this is the first experimental physiological demonstration of the possibil-
ity of afterimages generation already at the level of single photoreceptors.

Keywords: photoreceptor, rod, light adaptation, calcium feedback, adaptation memory,
afterimages
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