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OBIIASA XAPAKTEPUCTUKA PABOTbI

AKTYaJIbHOCTBH TEMbI HCCJIEI0BAHUS

3puTenpHas CHCTEMa IO3BOHOYHBIX CHOCOOHA (DYHKIMOHHPOBATH B IMHPOKOM J(HAIla30HEe
WHTEHCUBHOCTEH IPUPOAHOTO OCBELICHHs Oiaroiapst AByM HPHHLIUITHAIBHO Pa3JIMYHbIM THUIIAM
¢doropenenTopoB: majgoykam M KojaboukaM. Ilanouku (GYHKIHOHHPYIOT TPH HOYHBIX U
CYMEpPEUYHBbIX MHTCHCHBHOCTSIX, B TO BpEeMs KakK KOJOOYKHM OTBEYAIOT 3a JHEBHOE 3PCHHE.
VI3HauaibHO MPUHAICKHOCTh (POTOPENENTOpa K OAHOMY WIIH APYTOMY THITY ONPEAEIsIIach 1o
crienduueckoit MOp(HOIOr UK, OJIHAKO K HACTOSIIIEMY BPEMEHH ITOKa3aHO, YTO (DyHKIMOHAIbHAS
POJIb peLienTopa HOYHOTO WITH THEBHOIO 3PEHUSI B 3HAUUTEIIBHO OONBILEH CTEereHH 00YCIIOBIICHa
OHOXUMHEH BHYTPHKIICTOUHBIX CUTHAJIBHBIX [POLIECCOB.

COBOKYIHOCTh OHOXMMHYECKHX PEaKIHil, IpeoOpa3yroLIUX SHEPrHi0 IMOIJIOMIEHHOTO
KBAQHTA CBETA B JICKTPUUYECKUIT OTBET KIIETKH 00pa3yeT CUTHANBHBIN Kackal (hOTOTpaHCAYKIINH.
IMasoykd ¥ KOJNOOYKH HCIONB3YIOT MPUHIMIIHAIBHO OIMHAKOBBIA KaCKaj, OIHAKO OOblas
YacTh €ro OEJKOB-y4aCTHHKOB CYIIECTBYET B BHJE MANOYKO- M KOJIOOYKO-CHEIM(BHIHBIX
n30(opM, YbH CBOWCTBA OOCCICUMBAIOT DPA3NUUMs B KHHETHKE OMPEICICHHBIX pEaKInii
[TCoBapnoBckuii u ap., 2015]. OuoreHeTHIECKHE JIMHUN MAJTOYKO- U KOJIOOUKO-CIIEIA(PHIHBIX
GEJIKOB HETIPEPBIBHBI U HE MEPEXO/SAT OJIHA B APYT'YIO B XOJI€ IBOJIOLMH, YTO TOBOPHT O TOM, YTO
pasnernenne QoropenenTopoB Ha ABe (GYHKIHOHAIBHBIC TPYIIBI MPOM30LLIO OIWH pa3, Ha
ypoBHe obrero mpeska mo3soHouHbix [Davies et al., 2012; Lamb, 2013; 2020]. C apyroii
CTOPOHBI, B X0JIC MHOT'OJIETHHX MOP(OIIOrHUECKUX UCCIICOBAHHI CETUYATKH MTO3BOHOYHBIX OBLT
omucaH psia GoTOPEelenTopoB, KOTOPbIe HEBOZMOKHO OIHO3HAYHO OTHECTH K MaJO4YKaM HITH
konboukam [Walls, 1934; 1935; Underwood, 1970]. TpaauiMOHHO HX paccMaTpUBAIH Kak
Pe3yNIbTaT aJaNTAlMOHHBIX (YHKIHOHAIBHBIX TEPEXO0B (TpaHCMyTal|ii) KOIOOYEK B
AJIOYKONOA00HBIE KICTKH U HA00OPOT, IPOUCXOMBILIHMX B OT/ENBHBIX IPYIHIIAX MO3BOHOYHBIX
[Walls, 1942]. Tpu takux repexomax, HECMOTPs Ha MOP(OJIOrHIECKHe H3MEHCHHS, HCXOAHAS
NIPUHAUICKHOCTh OEJIKOB Kackaza ()OTOTPAHCAYKLMHU K IAJIOYKOBOI WM KOJOOYKOBOH JIMHUK
COXpaHSieTCs, HO MX OHOXMMHMYECKHE CBOMCTBa M3MEHAIOTCS 32 CYET TOUYCYHBIX
aMMHOKHUCIIOTHBIX 3aMeH. B pesyinbrare Ha 0a3e KOOOYKOBBIX 3IEMEHTOB KacKasia MOXeET ObITh
MOCTPOCH PELenTop HOYHOrO 3peHHs, 1 Haobopot [Zhang et al., 2006; Kojima et al., 2024].

Taxum 06pa3om, Mo MOp(HOIOTUH 1 MAOYKO-KOIO0UKOBOH crieluduke n3ohpopm OenKoB
Kacka/ia He BCera BO3MOXKHO OINPEIeNIUTh HCTHHHYIO (DYyHKIIMOHAIBHYIO POiib (hOTOpPELEeNTOopa.
ITosToMy OBUIO NPEATIOKEHO ONpEACNICHHUE IMOHATHH «IIajouKa» M «KoJIOOouKa» uepes3 HX
oCHOBHbIC (pusmonornueckue cpoiicrea [Walls, 1934; Lamb, 2013]. B Takoii dopmymupoBke
TUNUYHBIMU NAIOYKAMU CYHTAIOTCA (HOTOPELIENTOPHI, CHOCOOHbBIE JETEKTUPOBATh OIWHOYHBIC
KBaHTbI CBETa, HO HACBHILIAIONIMECS W YTpauuBarouive (pyHKIMOHAIBHOCTh NPH YMEPEHHBIX
nHeBHbIX ocBeieHHoCTsX (10-100 5k). TunuyHble ke KOIOOYKH MOTYT (YHKIIMOHUPOBATH, HE
HaCBIIAsACh, PY MAKCUMAJIbHBIX MPUPOHBIX OCBEIEHHOCTX (10 10° Nk U BbIIIE), @ UX OTBET
Ha CBETOBbIE CTHMYJIbI MPUMEPHO Ha MOPSIOK ObIcTpee, yeM y manodek [Lamb, 2016; Ingram et
al., 2016). IpuBeneHHbIe ONMpeeIeHHs] OCHOBBIBAIOTCS HA AKCIIEPHMEHTAIHLHO HAGIFOIaeMBIX
CBOWCTBAaX AIEKTPUYECKUX (DPOTOOTBETOB MAJIOYEK U KOJIOOYEK, KOTOPhIE HANPAMYIO CBSI3aHBI C
KUHETHKOH IPOLECCOB BKIIOYEHMS M BBIKIIOYEHMS MX Kackaja (OTOTpaHCAyKIMH
[CosapmoBckmii u ap., 2015; Kawamura, Tachibanaki, 2022]. Crnexyetr oTMETHTB, YTO CBSI3b
HEKOTOPBIX MapaMeTpoB (POTOOTBETA, TAKHX, KAK HaYaJIbHas 3a/IePXKKa, C KOHKPETHBIMH 3TarlaMu
Kackasia ocTaeTcsi HesicHOM. [10CKOMbKY ITTMTEIbHOCTD 331€P)KKH CYILIECTBEHHO PA3IHYaeTCs ISt
majgoyek W konmbouek [Kawakami, Kawamura, 2014], BeisiBIeHHME 3TaloB Kackaja,
ONPENEIAIONMX €€, IO3BONMIO OBl HCIONB30BATH ITOT IapaMeTp Kak JOMOIHUTENBHYIO
XapaKTepUCTUKY (QyHKIMOHAIBHON ponu Qoropenentopa Kak <TIAJIOUKH» HIH «KOJOOYKHY.
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Baxnyto ponb Ui (GyHKIMH (OTOpeLenTopa TaKkKe HIpaloT OHOXHMHYECKHE CBOICTBa
3PUTENBHOrO MUTMEHTa — CBETOYYBCTBUTENIBHOM MOJICKYJIbI, MHULUUPYIOUICH aKTHBALHIO
kackana ¢ororpancaykiuu [Kefalov et al., 2003]. KnroueBbIMH XapaKTepUCTHKAMHE SIBISTFOTCS
CKOPOCTB €ro pacmaja mnocie obecrnseunsans (porommsa) [Golobokova, Govardovskii, 2006] u
TECHO CBSI3aHHAsI C HEW )KECTKOCTh CBS3BIBAHHS XpoMO(opa, KOTOpast ONpEeAeIsieT CKIIOHHOCTh
MOJIEKYJIbI K CIIOHTaHHBIM H3oMepu3aisim B Temuote [Rieke, Baylor, 2000].

Inst  OonmpiivHCTBa — (DOTOPELIENITOPOB  HEPEXOMHOr0  THHA  (YHKIHOHAIBHBIC
XapaKTEePUCTUKH  AJICKTPUYECKHX OTBETOB, ONpPEACNSIONIME WX  YyBCTBHTEIBHOCTH U
OBICTPOJICHCTBHE, OCTAIOTCS MAJIOM3YYCHHBIMH, a aHAJIU3 OMOXMMHH 3PUTEIbHBIX MHIMEHTOB
JIaeT TPOTHUBOpeYMBBIe pe3ynbrarsl [[oBapmoBckmii, 1983; Lamb, 2013]. KonudecrBeHHOe
CpaBHEHHE HX [ApPaMETPOB C THIMYHBIMH [AJOYKAMH M KOJOOYKAMH MOXET BBISBUTH
KOHKPETHBIC (DM3HOJIOTHUECKHIE H3MEHEHHSI, COIIPOBOKIAFOIINE MEPEX 0T KJIETKH OT OTHOrO THIIA
K JApyromy. B pamkax pgaHHOH paboThl ObUIM HCCIEIOBaHBI JBa THIA TEPEXOIHBIX
(boTopenenTopoB — KOPOTKHE MAIOYKOno00HkIe perentopsl kpyrioporsix [Walls, 1935], u
3eneHsle nmanodku GecxBocthix ampubmii [Dartnall, 1967]. O6a 3Tux THa (OTOPEIEHTOPOB
HMEIOT PsiJi HEOOBIYHBIX CBOMCTB, HE TIO3BONISIONINX OJHO3HAYHO OMPEICIUTh HX KaK «TTAIOUKH»
WIH  «KOJIOOYKM», TaKKe HESCHOM OCTaeTCs WX OSBONIONHOHHAS HCTOPHS. YTOYHCHHE
(GYHKIMOHAIBHOW POJNM M BBISBICHHE aJalTalldy TI0J] Hee KOHKPETHBIX OENKOB W peakiuii
Kackaza (OTOTPAHCAYKIIMH, MOTEHIMAIBHO II03BOJIUT YTOYHHTH TPOUCXOXKICHHE OSTHX
YHHUKQIIBHBIX ()OTOPELIETITOPOB.

Lesib 1 3a1a4M MCCJIEIOBAHMS

Llenb IaHHOTO MCCIIEOBAHMSI — OLEHKA OCHOBHBIX ITapaMeTpOB Kackaga (OTOTPaHCHyKIHH,

ONPEEISIFOLIMX YyBCTBUTEIIBHOCTD M KHHETHKY OTBETOB Ha CBET THITHYHBIX TIAJI0YEK M KOJIO0UEK

[O3BOHOYHBIX B CPaBHEHMHM C [BYMS THIAMH [IEPEXOAHBIX  (DOTOPELENTOPOB —

MaJoYKOnoA00HBIX perentopoB peunoit munoru (Lampetra fluviatilis), u 3enensix nagouek

o3epHoii siryiiku (Pelophylax ridibundus), — ¢ yrounenneM ux (pyHKIMOHAIBHON POJIH.

JUyist TOCTHIKEHHS! JAHHOM LI ObLJIN TTIOCTABJICHBI CIICYIOLIIE 3aJauH:

1.  Ouenursb 3a1epXKKy (OTOOTBETA ¥ Pa3HBIX THIIOB (hOTOPELEIITOPOB M ONPEACIHTH ITAIlbl
akTHBalMK (HOTOTPAHCAYKLMOHHOTO KacKaja, OIPEelENSOUe €€ JUIMTEIBHOCTD IS
THIXYHBIX NAIOYEK U KOJIOOYEK.

2. OueHUTh YYBCTBUTEIBHOCTh M  KHHETHYECKHE Iapamerpbl  (OTOOTBETA IS
[aJIOYKOIOAOOHBIX PELIETITOPOB MHHOIM M 3ENICHBIX MAJI0YEK JIATYLIKH, U CPABHUTH HX C
COOTBETCTBYHOIMMH BEIMYMHAMH JUISl THIINYHBIX N1AT0YEK [103BOHOUHBIX.

3. Onpenenuts CKOPOCTH paciaa rnocie 00eCBEYMBaHIS IIs IIMTMEHTOB IIaJI04KONOJO0HbIX
PELENTOPOB MUHOTH M 3€JIE€HBIX [AI0YEK JIATYLIKH, U CPABHHUTH €€ CO 3HAYCHHSIMU IS
THIUYHBIX NAIOYEK U KOIOOYEK O3BOHOUYHBIX.

4.  Onpenenurs KOHCTAHTY CKOPOCTH CIOHTAHHOW aKTHBALMH 3PUTENBHOIO IUIMEHTA [JIs
[UTCMEHTOB TAJOYKOMOJOOHBIX PELENTOPOB MHHOIM M 3€JNEHBIX MANOYEK JITYIIKH, W
CPaBHHTBH €€ CO 3HAYCHHAMHU [UIsl TUIIMYHBIX NAI0YEK [I03BOHOUHBIX.

Hayuynas HOBHM3HA HCC/IeA0BAHUS
B pamkax JaHHOH pabOThI BIIEpBbIE H3y4eH BOIPOC O MPOUCXOKACHUH 331ePKKH GOTOOTBETA U
BBISIBIIEHBI KOHKPETHBIE 3Tallbl, ONpPEEIoNe UTUTENFHOCTh 3TOH cTaanu. Takxke BHepBbIe
OLICHEHa MUHUMAaJIbHAs 3a]iepKKa ()OTOOTBETA ISl HEPEXOAHBIX ()OTOPELENTOPOB KPYIIIOPOTHIX
u aM(puOHii B CpaBHEHUH C TUITMYHBIMH TTAJIOYKaMH U KOJIOOYKAMH.

B ceruaTke peyHOIt MHHOTH UMEETCs J1Ba THIAa ()OTOPELENTOPHBIX KIETOK: KOPOTKHE U
JUIMHHBIC PelenTopbl, QyHKIMOHAIBHO OJM3KHE K IMalo4KaM M KoJOOYKaM, COOTBETCTBEHHO
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[Govardovskii, Lychakov, 1984]. BriepBbie mpoBeaeHO CpaBHEHHE KHHETHYIECKHX MMapamMeTpoB
(GoTooTBETA KOPOTKHX PEUENTOPOB MHHOTH C THIMYHBIMHA MAIOYKAMH TO3BOHOYHBIX H
BBISIBJICHA MX HU3KAas B CPABHEHHUH C THIIMYHBIMH TTAIIOYKaMU abCOFOTHAS TyBCTBUTEIBHOCT, a
TaKkKe ONMpeIESIONIHe € 0COOEHHOCTH KMHETHKH Kackaaa GpoToTpaHcaykuun. Takxke BIIepBbIe
Ha YpOBHE H30JMPOBAHHBIX KIIETOK HCCIICIOBAHBI CBOMCTBA 3pUTEIHLHOTO TMTMEHTA PEIIENITOPOB
MUHOTH: OIIEHEHBI KOHCTAHTA CKOPOCTH CIMIOHTAHHOW H30MEPH3AIMK U KHHETHKA ()OTONHM3a.

BecxBocTbie aMpUOHH HMEIOT YHUKATIBHBIN THIT (POTOPEIENTOPOB, «3EJICHBIE MATOUKI,
KOTOpble OBUIM paHee Ompe/eieHbl Kak (YHKIHMOHAIBHBIE PEIENTOPhl HOYHOrO 3PEHHUs
[Matthews, 1983]. B naunoii pabore BriepBbIe MOKa3aHa MX Oojiee BBICOKAsk YyBCTBUTEILHOCTD
[0 CPaBHEHHIO C TUIMYHBIMH MATOYKAMH W OIpe/IeNieHa 00YyCIaBInBaIoONas ee 0COOEHHOCTD
KHHETHKH Kackaza (OTOTPAHCHYKIMH. Takke BIIEPBBIE MOITBEPIKICHO H3MEPEHHSIMH Ha
M30JIMPOBAHHBIX KIETKAX OJHOrO W TOTO e BHaa aM(pHOMiA, YTO BBICOKas CTAOWIBHOCTH HX
MIMTMEHTA MapaIOKCATLHO COYETAETCS € BBICOKOH CKOPOCTHIO (hOTOINH3A.

TeopeTHyeckoe U MPAKTHYECKOE 3HAYEHHE PAOOTHI

VnenTr(HKaIMs OCHOBHOrO HCTOYHHKA 3a/ICPXKKU (DOTOOTBETa paspemiacT BOIPOC O TOM, Kakast
CTa/Iisl aKTHUBALMK Kackaja (pOTOTPAHCAYKIMH JIMMHTHPYET €€, HO TaKXKE CTABUT HOBYIO
npodieMy: 3a CYET KaKUX MOJIEKY/SIPHBIX MEXaHM3MOB KOJOOUYKAM yAaeTcs MOICPIKUBATh
CTOJIb KOPOTKYHO (3-5 McC) 3a/1epkKy 10 cpaBHeHHIO ¢ manoukamu (10-12 mc)?

JanHas pabota pa3peliaer JaBHee IPOTHBOPEUNE B OLEHKE CTAOMIBHOCTH 3PUTEIBHOTO
MTUTMEHTAa 3eJIeHBIX MajloueK pa3HBIMHU HCCIleIoBaTeIbcKUMU rpyrnamu [Matthews, 1984; Luo et
al.,, 2011], ongHako TaKXKe CTaBUT HOBYIO HayuHylo mpobiemy. CoueTaHue BBICOKON
CTaOUIBHOCTH C BBICOKOH CKOPOCTBIO (OTONH3a HEOOBSICHUMO C TOYKU 3PEHHUS COBPEMEHHBIX
PEJICTABIICHUH O B3aMMO/ICHCTBIM OEJKOBOI 4acTH IMMUTMEHTa U ero xpomodopa.

Vcnionb30BaHHBIH B paMKax JaHHOH paboThI MOAXO0M — KOJIUYECTBEHHAS XapaKTePUCTHKA
[IapaMeTPOB, ONPEIEIIOINX YyBCTBUTEIBHOCTh M KHHETUKY OTBETa ()OTOPELENTOPOB, U HX
CpaBHEHHE C THUNHYHBIMU TIAJIOYKAMH M KOJNOOYKAMH — MO3BOJISIET MOATBEPAMTH WIH
OIPOBEPrHYTH NEPEXOHBIN XapaKTep PeLenTOPOB HEKOTOPBIX MO3BOHOYHBIX. C €ro noMolso
Oblla yCHEIIHO ompeneieHa (yHKIMOHANbHAs pONb  IMAJOYKOMONOOHBIX PELENTOpOB
KPYIJIOPOTHIX U 3€JICHBIX MajioueKk OecxBocThIX aMpubuil. Takol aHan3 TakkKe MOXKET TOMOYb
B ONPE/EICHUN KIIIOUEBBIX NIEPECTPOEK U KOHKPETHBIX 3HAYEHUIT OMOXMMHUYECKHUX [1apaMeTpPOB,
HEOOXOIMMBIX 11 (DYHKIMOHUPOBAHUSA KIETKH B POJM PELENTOpa HOYHOTO WIM JJHEBHOIO
3peHus. [1ogo0HbIe 3HaHKA OyLyT MOJIE3HbI IPH Pa3padOTKe HCKYCCTBEHHBIX TPAHCIYKLIMOHHBIX
KacKaJloB, HANpaBICHHBIX HAa MPOTE3UPOBAHUE  YTEPSHHOM  3PUTENBHOH  (YHKUUH
OITOr€HETHYECKUMH METO/IaMHU.

Ioso:keHusl, BLIHOCHMBIE HA 3aILUTY

1. 3Bagmepxka B Kkackaae (OTOTPAHCAYKLHUM ONPEACNSCTCS KUHETHKON IJTamna aKTHBalUd
¢dochonudcrepassl  TPAaHCAYLIMHOM, MPHYEM CKOPOCTh 3TOrO Mpolecca B KOIOOYKax
okasbiBaeTcs B 10 pa3 Bellle, 4eM B MajlOYKaXx.

2. 3eneHbple mano4yku OecxXBOCTHIX aM(pUOMIi SBISAIOTCS elle Oosee CrienruanTi3upOBaHHBIMU
peLenTopaMyu HOYHOTO 3PEHMS, YEM THITMYHbBIEC NAJIOUKH, MOBBIIIAS YyBCTBUTEIBHOCTD 32
CYeT 3aMe]JICHHs! BBIKIIIOUCHHS B Kackajie pOoTOTpaHCAyKINH.

3. 3puTenbHBII NUIMEHT 3€JICHBIX MajJo4eK COBMEIIAeT BBICOKYIO CTaOMIIBHOCTb,
XapaKTepHyIO Ul POJONCHHA TUIMYHBIX MalO4eK, C BBICOKOW CKOPOCTHIO (HOTOINH3A,
TUIUYHOMN IS KOJIOOYKOBBIX ITUTMEHTOB.

4. KopoTkue penenTopbl MHHOTH, SIBISACH (QYHKIHOHAIBHO PELENTOPaMHU HOYHOI'O 3pPEHHUS,
COXPAHSIIOT MPU3HAKUA MEePeXOmHOW (POpPMBI, MOCKONBKY (G (GEKTUBHOCTh AKTUBALUH KX
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Kackaaa GOTOTPAHCIYKIIMY CHH)KEHA, & CKOPOCTh BBIKITIOUEHHS — YCKOPEHA, IT0 CPAaBHEHUIO
C TUIMAYHBIMH ATIOYKAMH.

5.  3puUTenpHBIH NMUTMEHT KOPOTKUX PELENTOPOB MHHOTH MO CTaOMIBHOCTH M CKOPOCTH
(doronuza 3aHMMAET TMPOMEKYTOUYHOE IOJIOKECHHE MEXKAY THIMYHO TMAJIOYKOBEIMH H
KOJIOOYKOBEIMH.

Anpofanus pe3yJbTaTOB UCCJIC0BAHUS

OCHOBHBIE Pe3yIIBTATHI HCCIIEA0BAaHMSI ObUIN IPEJICTaBICHBI Ha CIeAyIomuX KoHpepeHnusax: XV
n XVI Beepoccniicknx COBEIaHUSX 110 3BOTIONMOHHOM (uznonoruu (Cankr-IlerepOypr, 2016,
2020); 9-oit u 11-o0ifi MexmyHaponHbix KoH(epeHImsIx «Penentopsl M BHYTPHKICTOYHAS
curnanm3anms (ITymwao, 2017, 2021); «O6paboTka 1 MHTErpanys HHHOPMAIMU B CEHCOPHBIX
CHCTeMax: OT BHEIIHEro CHTHaJIa K CIIOKHOMY 00pasy» (MockBa, 2022); XV, XV, XVII, XX n
XXI cummoznymax «Visionarium» (Tspmunre, Ounnsaans, 2016, 2017, 2018, 2022, 2023);
«European Retina Meeting 2023» (Tro6unren, ['epmanms, 2023).

Myomkanun
ITo Teme mucceprammu omyoaukoBaHo 17 paboT, B TOM 4HCie 5 cTaTeil B peleH3HpyeMbIX
XKypHanax, 12 Te3ucoB KOH(pEpeHIUH.

CTpykTypa u 00beM AuccepTaluu

Muccepranms nznoxkena Ha 140 cTpaHHMIIaX MaIIMHOIHMCHOTO TEKCTa, COCTOMT W3 BBEACHWS,
0030pa JINTepaTypbl, MATCPHAJIOB U METOJ0B MCCIIEN0BAHUS, PE3y/IbTaTOB HCCICIOBAHUN U UX
00CYXKIIeHUSI, 3aKITIOYEHHMs], BHIBOIOB, CITMCKa LUTHPyeMOW JuTepatypbl (285 MCTOYHHMKOB) H
npwioxeHus. Pabora BkiroyaeT 38 pHCYHKOB U 4 TaOIHUIIBL.

MATEPHAJIbI U METO/JbI UCCJIEJOBAHUA

O0beKTHI HCCIeI0BAHUS U MOATOTOBKA NPENapaToB
DKCIEepUMEHTHI MPOBOIWINCE B JlabopaTopuy 3BodIOnMH opraHoB uyyBctB MD®E PAH. B
KauecTBe IEPEXOJHBIX (POTOPELENTOPOB M3YYalMCh KOPOTKHME PELENTOpbl PEYHOH MHHOTH
(Lampetra fluviatilis) u 3enensie mamouku o3epHoii Jsrymku (Pelophylax ridibundus). Mns
NPOBEJECHHUS CPABHHUTEIBHOTO aHAIM3a B KAa4yeCTBE THUIMYHBIX IaJlOYeK ObUIM BbIOpaHbI
POJIONICHH-COZiepKalie («KpacHbIe») MaJOYKH O3EPHOHM JIATYLIKM, THIMYHBIX KOJIOOYeK —
KpacHOUYYBCTBHTEIIbHBIE KOJIOOUKH cepebpsiHoro kapacst (Carassius gibelio). JlononHuTenbsHO
MPOBOMJINCh OKCIICPUMEHThI Ha manoukax crepiasiqu  (Acipencer ruthenus). PaGora c
JKMBOTHBIMHU TPOBOIIJIACE B COOTBETCTBUH C nupektuBoii CoBera EBpormeiickoro coobuiecrsa
(24.11.1986, 86/609/EEC) u npoToKO0I0M, OM00pEHHBIM KOMHUCCHEH 110 6uosTHke UDDB PAH.
Ilepen HaualOM 3KCHEPUMEHTA BCE JKUBOTHBIC NMPOXOIAMIM TEMHOBYIO aJaNTaldio B
TeyeHre Kak MUHUMYM 12 gacoB. Bce nanpHeline MaHHUITYIAIUH IPOBOAWINCH MIPH TYCKIOM
TEMHO-KPAaCHOM OCBeLIeHUH. JKMBOTHBIX YMEPILBIISUIH ITyTEM JCKAIUTAINH, TJ1a3a U3BJICKAINCh,
U3 HUX BBIJCISUIM CETYATKY M IIyTEM €€ JUCCEKLMU IONY4alld CYCIICH3UIO H30JIMPOBAHHBIX
(oropeLenTopoB B pacTBope PuHrepa, COOTBETCTBYIOIIEM HccieayeMoMy Bumy [Pupcos,
T'oBapmosckwuii, 1990; Govardovskii, Lychakov, 1984; Astakhova et al., 2015].

Perucrpanus 3/eKTpH4ecKHX 0TBeTOB ()OTOPeNeNnTOPOB

KuHeTHKy BKIIOYEHHMS W BBIKIIOYECHHMS Kackaga (OTOTPAHCAYKIMH aHaJM3UPOBAIH IO
9NEKTPUYECKUM OTBETaM OJMHOYHBIX (hOTOPELENTOPOB Ha CBETOBBIC CTHMYJBL. Perucrpanuto
TOKa KJIETOK, 3arPy’KeHHBIX B KaMepy C CHCTEMOH IpOTOKa pacTBopa PuHrepa, mpoBoauan
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METOIOM BcackiBaromiei Mmukpomnunerku [Baylor et al. 1979b]. doroperenrops crumymupoBain
BCIIBIIIIKAMH CBeTa (CBETOMMOM, MAaKCHMYyM H3IydeHus 525 HM) mmurensHocThio 10 Mc, n
peructpupoBainy oTBeTH ¢ auckpermsanueit 10 mc. JmmrensHeie (15-30 MuHYT) 3ammcu Toka
KJIETKH B TEMHOTE, HEOOXOIMMBbIE JUIsl aHAJIM3a CIIOHTAHHBIX aKTHBALMI 3pUTENILHOTO IMTMEHTA,
PETHCTPUPOBAIN C IHCKpeTH3anuen 2 mMc. J[ns aHanu3a 3aaepxku (OTOOTBETA MPEIbSBIISUIA
SIPKUE BCIIBIILIKH [UTUTEIBHOCTBIO 1-2 MC, OTBETHI PErHCTPUPOBAJIH C JUCKpeTH3almen 1 Mmc.
JIOTIONTHUTENBHO, I aHAlM3a 3alePXKKH (DOTOOTBETOB KOJIOOYEK, PErHCTPUPOBAIU
9NIEKTPOPETUHOIPAMMBI  TIPEMaparoB LEJIol ceTdyarkd. IIpenaparsl [OMEIIATHM B Kamepy
Vecunra, nepdysupyemyto pactBopoM Punrepa ¢ 12 MM acnaprata Harpusi ISl BbIJCICHUS
(oTOpenenTopHOro OTBEeTa, KOJIOOYKOBBIM KOMIOHEHT H30JMPOBAIN BKIIOYEHHEM (OHOBOU
3aCBETKH, Hachlmaromeid mnanoukd. CTUMYISUUS —OCYIIECTBISUIACh  BCIBIIIKAMH — CBETa
JUTUTEIIBHOCTBIO | MC, OTBETHI PErHCTPUPOBAIKMCH C AUCKpeTH3aluei 0.5 Mc Ha TOUKY.

MuxkpocnekTpogoToMeTpHsi 3pUTE/IBLHBIX IHUTMEHTOB
VI3MepeHusl CIEKTPOB 3PHUTEIBHBIX [UIMEHTOB (DOTOPEIENTOPOB ObLUIM BBIMIOJHEHBI Ha
H30JIUPOBAHHBIX ~ HAPYKHBIX ~ CEIMEHTaX C  IOMOLIBI0  CKOPOCTHOrO  JAUXPOHMYHOIO
Mmukpocrekrpodoromerpa [Govardovskii, Zueva, 2000]. CrekTpbl perucTpUpOBAIHCH C
muckpernsaned 1 HM B auanasone 330-760 um. Ilocnenyromuit aHanus mpoBOAWICS IJIS
CIIEKTPOB, YCPEIHCHHBIX T10 HECKOJBKMM KJIETKaM OJHOrO THMAa. TEMHOBBIE CIEKTpPBI
OIKCHIBAJIMCH C MOMOIIBI0 CTaHIAPTHOW KPHBOM IS 3PHUTENBHBIX MUTMEHTOB MO3BOHOYHBIX
[Govardovskii et al., 2000].

Jlnst M3ydeHHsT KMHETHKH (DOTONIM3a 3PUTENBbHBIX IMUTMEHTOB, KJIETKAaM MpEIbsBIIsIIN
SPKYI0 OOSCLIBEUMBAIONIYIO 3aCBETKY IIUTENBHOCTBIO 1 C, TOCIE 4Yero 3alHCBHIBANN CEPHUIO
CIIEKTPOB 4Yepe3 3aJaHHble MPOMEXKYTKM BPEMEHM. 3amuch IPOM3BOAMIACH IPH JBYX
HaIpaBJICHUSAX JIMHEHHON MOJNAPU3ALMU CBETa B M3MEPUTEIILHOM JIyde: NEepICHAUKYIIPHOM U
IapajyIeIbHOM OTHOCHTENBHO OCH HAPYXKHOT0 cerMeHTa. Takoi MoIXo/ Mo3BOMISAET OJHO3HAYHO
pasnuyaTh MPOAYKTHl (OTONM3a, KOTOPBIE HMEIOT CXOKHE CIEKTPhbl IIOTJIOLIEHHS, HO
Pa3IMYaroTCsA MO OPUEHTAIMU B (OTOPELENTOpHOH MeMOpaHe, M TakMM 00pa3oM OLCHHTbH
BpeMeHHo# xo ux konueHrpamuu [Kolesnikov et al., 2003]. Ckopocts ¢orosmza onpeaensiiu
KakK BpeMms Tojiypacnaja Jisi CyMMbl METarpoOAyKTOB 3pHTeNbHbIX urmMeHToB |, 11 u 111

AHaJIN3 JaHHBIX

JIns OLEHKM 4yBCTBHTEIBHOCTH (DOTOPELENTOPOB, 3aBUCUMOCTh aMIUIMTYIbl ()OTOOTBETOB OT
MHTEHCUBHOCTH NPEABSBIAEMOr0 CTUMYJIA alpPOKCUMUpoBany GyHkuued Xwuwuia. Pasnuuus B
a0COJIIOTHOM YYBCTBUTEIBHOCTH OINPEASISUINCH 110 CIBUTY IapaMeTpa IOJYHACBIIIAMOIIEH
WHTEHCUBHOCTH, BBIPAYKEHHOH KaK YMCIIO ()OTOM30MEPU3ALMI MOJIEKY 3pUTEIBHOIO TMTMEHTa
Ha KJICTKY WY B €JIMHULIE 00beMa.

Jnst toro 4roObl BBIABUTH STalbl Kackaga (HOTOTPAHCAYKLMH, ONpPEAeIIoIe
JUIMTEIBHOCTD 3aePKKH, IIPUMEHSIIN MOJIeNb (POTOOTBETA, YUUTHIBAIOLIYI0 MHOTOCTyIIEHYAThIH
Xapakrep ero akTHBAllM{, a Takke mporecchl BoikimoueHus [Astakhova et al., 2015].
CpaBHUTEIBHBIH aHATM3 KWHETHKH TIPOBOIMIICS JUTSl HOPMUPOBAHHBIX HeHAChIEHHBIX (15-30%
OT MaKCUMAJILHOro (HOTOTOKa) (HOTOOTBETOB KOPOTKMX PELENTOPOB MHHOTH, 3€JICHBIX U
KPacHBIX Majoyek JArymkd. OLEHKY CKOPOCTH BBIKIIIOUEHHS WX Kackasia (pOTOTPaHCAYKIMU
MPOBOJIMJIM ITyTE€M YHPOILIEHHOrO ONMHCAHMS HHUCXOAAIIETO ()POHTA OTBETA HKCIIOHEHIUATILHON
¢bynkueit. Bocxoasiuii ppoHT, COOTBETCTBYIOIIMI aKTHBAIINH KacKa/(a, aHATN3UPOBAIH ITyTeM
pacuera JOMHOXaroIIEro kodduireHTa, Heo0X0IUMOro Ul MaKCUMAaIbHOrO NPHOIMKEHUS
HAaYyaJIbHOIO yYacTKa K OSTAIOHY (YCpeIHEHHBIH BOCXOIAIIMKA (POHT KPACHBIX MalIO04eK
narymkn). Taxoke pacCYUTHIBAIMCH BpeMs 110 IHKa ()OTOOTBETA M €r0 BpeMsi HHTETPUPOBaHHSL.
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CpenHIO 9acTOTY CIIOHTAHHBIX aKTHBAIHI 3pUTENEHOTO IMTMEHTA ONPEIeIIsUTH ITyTeM
aHaJIM3a THCTOrPaMMBI PacIipefeNIeHNs] TEMHOBOTO TOKA, KOTOPYIO MOJKHO IIPEJICTaBUTh B BHIE
cBepTKH (QyHKIMK ['aycca W OXHOKBAaHTOBOTO (DOTOOTBETA, BOSHUKAIOUIETO C ONpPEETICHHOH
wacroroit [Donner et al., 1990; Astakhova et al., 2017]. KoHcTaHTy CKOPOCTH CIOHTAHHOM
aKTHBALMM IMMHIMEHTAa PACCYUTHIBAIM IYTeM HOPMHPOBKH YacCTOTHI JHMCKPETHOrO Iyma Ha
KOJIMYECTBO MOJIEKYJ NUTMEHTa B KIIETKe. AHAIN3 3IEKTPO(QHU3NOIOrHIecKuX 3amuceid ObLI
peansoat B cpeae MathCad 15 (MathSoft Cambridge). KauectBo arnmpokcumaliyii JaHHBIX 110
METO/Ty HAMMEHBIINX KBAIPATOB OLCHABAJIH C TIOMOIIBIO K03 dHIMenTa qeTepMuHamuu R2,

[IpoBepky HOpMAaNBHOCTH paclpereneHus npoBoawn 1o kpureputo ammpo-Ynka.
Jns cpaBHEHHS! YYBCTBHUTEIBFHOCTH W KHHETHYECKHX I1ApaMeTpoB (OTOOTBETOB B Ciydae
HOPMAaJIBHO PACIIpeAEICHHBIX JaHHBIX HCIOJIB30BAJICS JINOO OXHO(AKTOPHBIN ANCTIEpCHOHHBIN
aHamm3 (ANOVA) c post hoc kpureprem Trloku, THOO TMCIEPCHOHHBIN aHaIM3 Yamda ¢ post
hoc xpurepumem J[lannerra. [1si HEHOPMAaJbHOTO pAaCIpeeNeHns] NPUMEHSIICS KPHUTEpUH
Kpackena-Yomneca u post hoc kputepmii JlanHa. Pa3nuuusi cyuTanuch JOCTOBEPHBIMU TPU
yposHe 3HaunmoctH p< 0.05.

PE3YJIBTATBI UCCJIEJOBAHUSA 1 UX OBCYKIEHUE

BroisiB/IeHHE ITAaNOB AKTHBAIMH KacKajaa ()OTOTPAHCIYKINH, BHOCSIINX OCHOBHOI BKJIa]
B 3a/1epKKY GoToOTBETA

Kackan ¢oToTpaHCAYKIMH OHOCPEyeT NMepeBOJl SHEPIUH MANAIOIIEro CBeTa B JIEKTPUYECKUH
oTBeT (oroperenTtopa, U MPOMCXOAUT B CICIHHAILHOM KOMIIAPTMEHTE KJICTKH — Hapy)KHOM
cermerTe. OH 3aITyCKaeTCs CBETOYYBCTBUTENBHBIM 3pHTENbHBIM NHUrMeHTOM (R, KOMILIEKC
Oesika oOricMHAa M XpoModopa pEeTHHAIS), KOTOPbIA mocie TmorionieHnsi kBanta ceera (R*)
cBs3piBaercs ¢ G-Oenkom tpaHcaynuHoM (T) m nepeBogut ero B akTuBHYIO (opmy. Kaxnas
MOJIEKYJIa TPaHCIYLIMHA aKTUBUPYET KaTaIUTHUECKYIO cyObeanHuy 3ddexropHoro pepmeHTa
— ¢dochommacrepazer 6 Tuma (PDE), — dTO yCcKOpsSeT THAPOIH3 IUKIMYECKOTO
ryanosuHMoHodochara (I M®), BbICTYNAIOMIEro B POy BTOPUYHOrO IIOCPEJHUKA CHTHAJIBHOT'O
kackaza. Konnenrpaumss nfM® B HapyxHOM cermMeHTe ()OTOpELIENTOpa CHIXKACTCS, YTO
MPUBOIUT K 3aKPHITHIO PETYAMPYEMbIX UM HOHHBIX KaHAJOB IUIA3MaTHYECKOH MeMOpaHbl U
MaJeHHIO TOKA, TeKyleMy uepe3 Hux [Arshavsky, Burns, 2014; Abbas, Vinberg, 2021].

Mexy HpenbsBICHUEM CBETOBOrO CTUMYJa M BO3HUKHOBEHHEM SKCIEPHMEHTAIbHO
perucrpupyemMoro (oToOTBETa, 33 CHET CYMMAPHOH UTMTEIBHOCTH 3TAIOB aKTUBALMU KacKaJa
BO3HHMKAaeT 33JIep)KKa JUIMTEIBHOCTHIO HECKOIBKO MMJUIMCeKyHI. He Bce 3Tambl akTHUBanuu
BHOCST CYIIECTBEHHBIN BKJIaJ B 3aJEPXKKy. COOCTBEHHAs AKTHBALUS 3PUTENIBHOIO IUTMEHTa,
1 dy3ust 1l MO 1 3aKpbITHE HOHHBIX KaHAJIOB IPOTEKAIOT OYEHb OBICTPO U UX JUTUTEIBHOCTHIO
MOkHO TpeHeOpeus [Pugh, Lamb, 2000]. Takum oGpa3oM, ocraetcst 6 3TaroB, MOTEHIIMAILHO
BHOCSIIMX CYLIECTBEHHBIN BKJIa/ B 3a/IepikKy poroorera (Puc. 1A):

1. R* Bcrpeuaer neaktuBHbld Tpumep Tpancayuuua (Tafy[JId) u cBsa3biBaeTcs ¢ HUM,
o0pasys kommieke R*-TafyT 1D (t1).

2. U3 kommekca R*-Tofyl I® ocBobokmaercs monekyna [JD (t2).

3. T'T® cBs3bIBacTCst ¢ OCBOOOJUBIIUMCS CATOM CBs3bIBaHUs B Komiuiekce R*-Tafy (13).

4. Mornekyna 3puTeIbHOr0 NUTMeHTa 0cBoOMKAaeTcs u3 koMruiekca R*-Tafy[ TD (t4). [Tocne
storo R* Bo3Bparaercs k sramy 1, MTHUIMUPYS CACSAYIOIIHUI LMK aKTUBALIMH TPAHCIYLIMHA.

5. Kowmmiekc Tafyl T® puccouunpyet Ha TPy u Tal TD, npencrasnsromuii co00i aKTHBHYIO
¢bopmy Tpancayimaa (T*) (ts).

6. Tol T® cBsseiBaercs ¢ hpocdomudcrepasoit u akruBupyer ee (ts). Takum 00pa3oM, akTHUBHAS
dopma docdoauscrepassl (PDE*) — sto kommiexe Tol Td-PDE.
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Puc. 1. Bnusnue pasnuyHwblX 5manoeé axmuayuu Kackaod GomompancOyKyuu Ha 3a0epicKy
@pomoomeema. (a) Cxema HAUATLHHIX 2MAN0E KACKAOA. t1...16 — 6PEMEHA NePex0008 MedHcOy
amanamu, R — spumenvuviii nuemenm, T — mpancoyyun, PDE — ¢hocgpoouscmepaza, GDP — I'/]®,
GTP - I'T®. (6) Dpgpexm usmeneruss OnumenbHOCMU YUKIA AKMUBAYUU MPAHCOYYUHA 6 084 pA3A
6 00e CIMOPOHbL OM ONMUMANLHOO 3HAYEHUS. HA HAYATLHYIO 3A0epPIICKY Pomoomeema munuyHou
KonbouKuU. (8) Ananocuuno, s¢ppexm usmenenus epemenu akmuayuu PDE. Ilynkmupnas kpachas
JUHUSL NOKA3bIBACH HAUTYUULYIO HOO2OHKY (POMOOMEEmMa Mamemamuieckoll MoOOeblo.

3aperucTpupoBaHHbIE  OTBETHl  NAJOYEK M KOJIOOYEK  amIIpOKCHMHPOBAIIHCH
MHHHMaJbHOW  Momenb  ¢oroorBera  [Astakhova et al, 2015], momonHeHHOM
muddepeHanbHBIMU ypaBHEHUSIMHE, OIMCHIBAIOIIMMU HavaiabHble dTambl Kackaza (fi-ts) mo
obpaszoBanus aktuBHOro komiuiekca Tol T®O-PDE*. Tlocne sToro mpoBoamnachk OLEHKa TOrO,
KaK W3MCHCHUS JUIMTENBHOCTH OTJEIbHBIX O3TAlOB BIMAIOT HA JUIMTENBHOCTH 33JEpPiKKH
MOJIENIbHOI KpHuBOM. Jls1 3TOro BapbUpOBaiM JIMTENBHOCTh LMKJIA AKTMBALUH TPAHCAYLIMHA
(t1+t2+t3+ts) 1 9Tanos ¢ axruBauuu PDE (ts + t6) B pacumpenHoit Mozenu (porooTBeTa.

Panee cumTanoch, 4TO LMK aKTUBALMM TPAHCAYLMHA, TO €CTh 3Tambl 1-4 Mexny
cesi3biBandeM R* ¢ Tofy[I® u ero BhICBOOOXICHHEM M3 KOMILIEKCA, BHOCHT HauOONBIIUI
BKIaa B 3amepxky [Pugh, Lamb, 1993; 2000]. OpHako MABYKpatHOe H3MEHEHHE €ro
JUIMTEIBHOCTH B OOJIBLIYIO MJIM MEHBLIYIO CTOPOHY HE OKa3aJlo 3aMETHOrO BIMSAHHA Ha GopMy
HavaIbHO (a3bl OTBETA ITOCIIE HOPMHUPOBKH H, KaK CIICJCTBHE, Ha JUTUTEILHOCTD 3a1epkkH (Puc.
1B). C apyroii ctopoHsl, n3MeHeHre BpeMenu aktupanuu PDE Ha sranax 5-6 npuBeiio K CaBUry
Bocxozsmed (as3bl (POTOOTBETA M CYIIECTBCHHO M3MECHHJIO HavyaibHyro 3aaepxky (Puc. 1B).
TakuMm 00pa3oM, BONPEKH TEKYIIMM HPEICTAaBICHUSM, CPEIHSS MPOAODKUTENBHOCTD LKA
AKTHUBALlU TPAHCIYLIMHA HE UMEET CYLIECTBEHHOI'O BIMSIHUA Ha 3a11epxKy (oTooTBeTa. BMmecTo
3TOT0 JUTUTENBHOCTh 33A€PIKKU TUMHUTUpYETCs OoJiee mo3IHUM dTanoM aktuBanuu PDE.

CpaBHUTEJbHbIH AHAJIN3 JVINTEIBHOCTH 32/IEPKKH B Pa3IM4HbIX (oTopenenTopax

Ilpy npenbsBIEHUH CTHMYJIOB BBICOKOW SIDKOCTH BO3HHMKAae€T MHOXECTBO MOJEKynl R*,
3aIyCKAIOIMX aKTHBAlMIO Kackaja (oroTpaHCAyKUMH. B pesynbrare, NOsBIEHHE NEpBOH
akTUBHOM Monekynsl PDE mpoucxoauT mouTu MTHOBEHHO, a HaOmroaemasi B OKCIIEPUMEHTE
CKOKYIIASCS» 3a/lepikKa (OTOOTBETA OIPEENAeTCS BO3MOKHOCTBIO OOHAPYKUTh HadaJbHOE
OTKJIOHEHHE TOKA KJIETKH OT TEMHOBOIO YpOBHs. CpaBHHMTENBHBIN aHAIN3 MEXKIY Pa3IHYHBIMU
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THIaMH (HOTOPEIENTOPOB TIPOBOIIIIH 0 3HAYECHHSIM MHUHHMAJIBHOHN 3a/Iep>KKH, HaOI01aeMoi
IUISL OTBETOB Ha SIPKYIO BCIIBIIIKY MPH HACHIIIEHAN KPYTH3HBI BocXomsiiero ¢gponra [Hestrin,
Korenbrot, 1990]. [lns ee omeHkH, 3a Hadaino (OTOOTBETA MPUHAMATH TIEPBYI0 TOUKY
9KCIIEPIMEHTANIBHON 3aliCH TI0CTe CTHMYJa, KOTOpas HaXOAWTCS 3a IpelellaMy MHTepBaja:
cpezHee 3HaYeHHe TOKA JI0 CTUMYIa + YBOSHHOE CPeIHEKBAIPATHIHOE OTKIOHEHHE.

Ananu3 GpoToOTBETOB I0Ka3al, YTO MUHMMAaJIbHAS HaOoaeMast 3aJIepkKa B Kolboukax
O4YeHb MaJia u cocraBisieT 3-5 mc mpotuB 10-12 Mc B TnmuHbIX nanoukax (Tabm.1). 3anepikka B
MIEPEXOAHBIX (POTOPEIIENTOPAX — 3ECHBIX MaJOUKaxX JIATYIIKMA ¥ KOPOTKHUX PEeLenToOpax MHHOTH
— CTaTHUCTHYECKH HE OTIIMYAETCS OT 33/IePXKKU B MAJIOUYKAX M BapeupyeT B npexenax 10-15 mc.
Takum o00pa3oM, KHHETHKA HAYaJbHBIX CTAaAMil aKkTUBALMM KacKaga (hOTOTpaHCAYKIHH,
OTBEYAIOIIMX 32 BOSHUKHOBEHHE 3a/IEPKKU B ITHX PELENTOPAX COOTBETCTBYET MaJIOYKOBOM.

Taon. 1. CpasHumenvHblili aHAIU3 MUHUMATLHOU 3a0epicku pomoomeema. /laHHble nO KPACHbIM U
3€NeHbIM NANOYKaM JAYWKU, U Peyenmopam MUHO2U Obllu NOJyYeHbl MemoOoM 6cacblealoujell
MUKDORUNEMKU, NO KPACHOYYBCMBUMENbHLIM KONOOUKAM JASYWKU — MEMOOOM peucmpayuu
peyenmoprnoco NOMeHyuana, no KpAacHo4y8CmMeUmenbHolM KOIOOUKAM Kapacs — 000ouMu Memooami.
Hannvie npugedenvr kak meduana (keapmuii), N — YUCIO IKCREPUMEHMATLHBIX (OmMOomeenos, ons
KOMOPBIX BLIMUCTANACH OTUMETLHOCINb 3A0epiiCcKu. * — 00CmoGepHble Omaudus om KoI00UeK Kapacs u
sseywru no kpumepuio JJanna (p< 0.001).

Konbouku KonGoukn Kpacubie 3esieHble Koporkue
NAJOYKH HAJ0YKH penenTops
JSATYHIKH Kapacs
JSATYHIKH JISATYLIKH MHHOTH
Munumaasnas | 3.5 (3;4.5) 4 (4;4.6) 12 (11; 12.5) 13 (13; 14) 12 (12; 13)
3a/1epiKKa, MC (n=35) (n=20) (n=15)* (n=5)* (n=5)*

AHanu3 mapaMeTpoB MAaTeMaTH4ecKOH Mozxenu (OTOOTBETa IIOKa3bIBaeT, 4YTO
9KCIEPUMEHTAIbHAsL 3a[ePXKKa B THIMYHBIX IAJOYKaX MOXET OBITh BOCIIPOM3BEACHA MPH
3ajaHuK BpeMeHH aktuanuu PDE TpaHcnynuHOM B necaTh pa3 OoblIeM, YeM IIUTEIbHOCTh
LMKJIa aKTHBAIMKM TPaHCAYLMHA Moiyekynoll R*. TTockombKy CKOpOCTh B3aMMOIEHCTBHS IBYX
TUIIOB MOJIEKYJ IPSAMO HPONOPLHOHAJbHA 4YacToTe MX AU((Y3HOHHBIX CTOIKHOBEHMII B
MemOpaHe QoTopenenTopa, 3TOT pPe3ylbTaT XOPOLIO COrjlacyercs ¢ TeM (akToM, dTO
KOHIIEHTpauus katanurudeckux cyobeauuun PDE B 12 pa3 MeHblie yeM y TpaHcayiuHa [Pugh,
Lamb, 2000]. 3uaunrensHo Gojee KOPOTKast 3a/iepKKa KOJI60UeK MOKET ObITh BOCIIPOU3BEICHA
MOJIENBIO TOJIBKO MpU BpeMenu aktuBaiu PDE TtpacnynmHom, 3aHuMmaronmm He Gonee 5 Mc,
YTO COBIIAJIAET C JUIUTEIBHOCTBIO [IUKIIA AKTUBALMH TpaHCylnHa. OJJHAKO UMEIOIINECs JaHHbIe
YKa3bIBAIOT Ha TO, YTO OTHOLIeHHE KoHIeHTpaiuidi PDE/T B konboukax GJIM3KO K TAKOBOMY B
Majioykax, ¥ IMOITOMY HE B COCTOSHHM OOBSCHHTH BBICOKYIO CKOpOCTh akTuBaimu PDE
[Tachibanaki et al., 2001; Zhang et al., 2003].

[Ho-Bumumomy, Obictpas aktuBauuss PDE B komboukax cBfi3aHa C BBICOKOH
3¢ PeKTUBHOCTBIO B3auMoOJeicTBHs nX Moyekyda TpaHcayuuna u PDE. Iloka HescHoO, Kakue
0COOCHHOCTH UX CTPYKTYPBI /K YIAKOBKH B ()OTOPELIENTOPHON MeMOpaHe MOTYT 00ECIIeUUTh
TaKyio 3pPpeKTUBHOCTh. Pe3ynbTaThl TaHHOM pabOTHI MOKA3bIBAIOT, YTO KOJIOOYKOBAsI CTPYKTYpa
MeMOpPaHHBIX AUCKOB HAPY)KHOTO CeTMEHTA (SIBIISFOTCS CKJIaJKaMH IU1a3MaTHYEeCKOH MeMOpaHsbl,
a He OTJIEJICHBI OT Hee, KaK Yy MaJoyeK) He BIUSeT Ha cKopocTh aktuBauuu PDE, mockonbky y
KOPOTKHX PeLENTOpOoB MHHOTH, 0b6Iajalomux Takoif ke wMopgomoruein [Ohman, 1976],
3aJieprKKa OKa3bIBACTCs THITMYHO MAI0YKOBOH. MOXKHO MPEIIOI0KHTh, UTO Y KoboukoBoit PDE
Hea(dEeKTUBHAS VTS B3AUMOAECIHCTBHUS C TPAHCIYLIMHOM HOBEPXHOCTh CKPBITA BHYTPU JUMEPHOMH
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CTPYKTYPHI B OOJIBINICH CTETIEHH, YeM Y IaJOYKOBOH. [IpyruM BO3MOXKHBIM OOBSICHEHHEM MOXKET
OBITH CYIIECTBOBAaHME B KOJIOOUKax MoieKyn TpaHcayuHa u PDE B opme «ipeaBapuTensHbIX
KOMIUICKCOB», €Ile 10 AaKTHBalWM TPAHCAYIMHA 3PUTENBHBIM NUIMEHTOM. OpmHako
JKCIIEPUMEHTAIbHBIC CBUJETENLCTBA B IOJb3Y OTHX TIMIOTE3 OTCYTCIBYIOT. Paspemenue
BEISIBICHHOH B XOJ€ JaHHOM paboTel MpoOIeMBl NPEACTaBIseT HHTEpEC Ul YTOYHCHHUS
MOJIEKYJIIPHBIX CBOICTB U CTPYKTYPHOM OpraHU3allMy YYaCTHUKOB KacKasa.

CpaBHHUTEJIbHBII aHAJIN3 YyBCTBUTEJIBLHOCTH NEPEXOAHBIX ()0TOPELENTOPOB

Panee ObLIO [OKA3aHO, YTO 3€JICHBIC MAJOYKN TUIPOBOH amOucToMbl (Ambystoma tigrinum) [Ma
et al., 2001] u kopoTkue peuenTopsl Mopckoii (Petromyzon marinus) u peutoii muxoru [Asteriti
et al, 2015; Morshedian, Fain, 2015] o6mamator npumepHo B 40-60 pa3 Gosbluei
YYBCTBUTEJILHOCTBIO, YeM THUIHYHBIC KOJIOOUKH, U MO3TOMY 00a THMa (HOTOPELENnTOPOB ObLIN
ompe/iesieHbl Kak (YHKIMOHAIBHBIC PELENTOPbl HOYHOrO 3peHus. OfHAKO, B JaHHBIX paboTax
MPOBOIMJIOCH CPaBHEHHE UYBCTBUTECNIBHOCTEH K TAJAIOIIEMy CBETY, 3aBHCSIINX OT
CIIEKTPABHBIX CBOWCTB 3pUTENBHBIX MHI'MEHTOB. B pamkax IaHHOH paboThl [y mepexoaa K
a0COJTFOTHON YyBCTBHTEIBHOCTH, 3aBUCAIICH TOJIBKO OT OMOXHMHHM CHIHAJIBHOTO KackKaja,
HMHTCHCUBHOCTH CBETOBBIX CTHMYJIOB ObLIa BBIpaXKE€Ha KaK YKCIO (hOTOH30MEPHU3ALHI MOJIEKYIT
3pUTENBHOrO MUTMeHTa B euHuIe o0beMa KiIeTkH (le(2)) mo cnenyromieit hopmyste:

Ie(/l)= 2-303*1()‘)*‘]*]%*amax*s(l) (1)

3neck, |(4) — HHTEHCUBHOCTH cTHMyNa B ()OTOHaX Ha eAuHHMIy riomany, q = 0.67 —
KBAHTOBBIA BBIXOA PEAKIHWH OOCCIBCYMBAHHUS 3PUTEIBHOIO IMIMEHTa, 8max — YACIbHOE
TOTJIOIICHHE B MAKCHMYME COOTBETCTBYIOIIETO MIUTMEHTA TP MOJISIPU3AIIHI CBETA, TONEePEUHON
OTHOCHTEIILHO OCH HAPYXKHOT0 cerMeHTa, fo — koaGpuImeHT Tuxpon3ma 3puTebHOro MUrMEHTA
B MeMOpaHax AWCKOB, S(4) — OTHOCHTENbHAs CIIEKTpajbHAsl YyBCTBUTEIBHOCTh HMHTMEHTA K
M3JIyYCHHUIO CTUMYJMPYIOIIETO 3€lICHOro cBetoadona. Ilapamerpbl amax, f u S() Obutn
OIpEe/ICIICHBI ISl KaXKI0ro THa (HOTOPEIeNTOPOB HA OCHOBE MHUKPOCIIEKTPO(POTOMETPUUECKUX
3amuceil TEMHOBBIX CIIEKTPOB 3puTelbHbIX murMentoB (Tabm. 2). UYyBCTBHTENBHOCTH
(OTOpeNenTOPOB  OLICHMBANIM [0 3HAYCHUIO TMOJNYHACHIIAIONEH WHTCHCUBHOCTH TPHU
anmnpoKCUMAIMHU YKCIIEPUMEHTANBHBIX AaHHbIX GyHKImeid Xuia (Puc. 2) Tawoke s nepecyera
a0COJIIOTHOW YyBCTBUTEJIBHOCTH Ha IIENYIO KIIETKY, Ha OCHOBe MuKpodoTorpaduii oneHuBamm
00beM Hapy)KHOro cerMeHTa () oTopeLenTopos.

a o
1.0 y
‘ ©
5 08 5
8 8
8 06 8
/ 8
E’ 0.4 ¢ KpacHas nanoyka @ Kpacxas nanodka
da NATYLIKA o . ALK
§ © 3eneHan nanouka § O 3eneHan nanouka
N ALK
a 0. NACYLWKA o 3
o 02 A Kop;o'rkmi =] A Kopomema peuentop
T PeuenTop MUHOM I MHHOTH
0.0
0.0001 0.01 1 100 01 10 1000 100000
WHTEHCHBHOCTE, R* /MKMA3 WHTeHcHBHOCTL, R* kneTky

Puc. 2. Oyenka abconomnotl 4yecmeumenbHOCHU PA3IUHbIX (POMOPeyenmopos npu nepeciene
UHMEHCUBHOCMETE C6EMO6020 CIMUMYIA 6 HUCIO (DOMOUOMEPUIAYUTE MOACKYIL 3PUMENbHO20
nuemenma na eounuyy obvema (a), u na yenyio knemky (6). Touxu — Oaumvle no
Denpe3eHmamusHbL;M KIemKam, CRAOUIHbLE IUHUL — ARAPOKCUMAYUSL C ROMOWbIO BYHKYUTi Xuwia.
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AHau3 3HAYCHUI MOTyHACHIIAIONICH nHTeHCMBHOCTH (Tabu. 2) mokasai, 4To 3ejeHbie
MAJIOYKH JIATYIIKA UMEIOT B CPEIHEM B 2 pa3a OoJbIIyi0 aOCOMOTHYIO 1YBCTBUTEIILHOCTD, €M
TUIMYHBIC KPACHBIE TIAJIOYKH TOTrO KE BH/A, & KOPOTKUE PELENTOPhl MUHOTH, HAMPOTHB, Oolice
4YeM Ha TIOPSIOK MEHEe YyBCTBUTEbHBI 110 CPABHEHHIO C THIMYHBIMHU Mayioukamu. OIHAKO
abCONIIOTHAST YyBCTBUTEIBHOCTh KOPOTKUX PELENTOPOB OKA3alach COMOCTABMMA C MATOYKAMH
meimma [Nikonov et al.,, 2005; Wang et al., 2018], ueit kackam (HOTOTPAHCIYKIMH TaKKe
(YHKIMOHHUPYET B CPABHUTEIHHO MAJIOM 00beMe Hapy)KHOI'O CErMEHTA.

Tabn. 2. Ilapamempvl uy8CmMUMENbHOCMU PA3IUYHBIX —omopeyenmopos. 30ecb, dmax —
MAKCUMATbHOE no2owenue 3pumenshozo nuemenma, fo — kospguyuenm nonpaexu na duxpousm,
S(ALED) — OmHOCUmMENbHAS YYECMBUMEILHOCTb NUSMEHMA K CIUMYIUPYIOWemMy c6emoouody (525 um)
V — 06vem napyaicnozo ceemenma, 1805 — nonyHacLlyaowas uHMeHCUGHOCMb, BbIPAIICEHHAS KAK YUCILO
Gomouzomepuzayuli Ha KNeMKY U Ha eOuHuyy ee o6vema. Jlannvie npedcmasnenvl KAk cpedHee +
cmaHoapmuoe OmKIOHeHue, N — YUCIO KIemoK, Ol KOMOPbIX NPOU3BOOUNUCHL pacuembvl. * —
docmoseprvie omauuus |€0s om Kpacuvix nanouex nazywiku no kpumeputo Jannemma (p< 0.01). * —
dannvle no nanouxkam meuuu uz [Nikonov et al., 2005; Wang et al., 2018/, npusedenst ons cpasuenus.

Kpacnbie 3esienble Koporkne I
ATOUKH
NaJTIOYKH NaJIOYKH peuenTopbl #
MbIIIH
JISICYIIKH JIATYIIKH MHUHOI'H
S 0.014 +0.003 0.012 +0.002 0.014 +0.003 )
max (n=75) (n=90) (n=20)
f 0.62 +£0.02 0.64 +0.03 0.68 +0.08 )
b (n=20) (n=20) (n=17)
S(Mep) 0.749 0.025 0.876 -
2339 £ 622 1242 + 397 81+38
3
Vs Mieo (n=8) (n=8) (n=20) 3
0.021 + 0.008 0.011 +0.003 0.85+0.46
* 3
leos, R*/mMKm (n=12) (n=12) * (n=13) * 0.57
48.4+18.0 134+34 68.6 £37.4
leos, R*/kiaerky (n=12) (n=12) * (n=13) 22.8

IIpu nepecyere 4yBCTBUTEIILHOCTH Ha LIEIYIO KJIETKY, KOPOTKHE PELICIITOPHI MUHOI'H, KaK
1 [AJOYKH MBIILIY, BBHY MAJIBIX Pa3MEPOB HAPY)KHOI'O CErMEHTa, OKa3bIBAIOTCS COIIOCTABHMBI C
KPacHBIMH TNaJIOYKaMH JIATYIIKH, NOCKOJBKY Jaxe HU3KOI()(EKTUBHBIA CHrHAIBHBIA KacKaj
MOXET 3HAYUTEIBbHO CHIKATh KOHLICHTPAIUIO BHYyTpUKIeTouHOro il M® BHYTpH HEOOJBILIOrO
obbema. TIOBBIILIEHHAs K€ YYBCTBUTEJIBHOCTh 3€JICHBIX HAJOYEK JIATYLIKM HPH pacuere Ha
KJIETKY OKa3bIBaeTcsl elle Oojee BBIPAKCHHOW, HECMOTPS Ha TO, 4YTO B Ooiee paHHEM
uccnen0BaHu Ha oropernenropax xadei-aru (Rhinella marina) [Matthews, 1983], pasnuuwuii B
YYBCTBUTEJILHOCTH MEX/y 3€JICHBIMU U KPACHBIMH NAJIOYKaMH HE HaOJF0/1aJ10Ch.

Takum o0pa3zoM, aHalu3 YYBCTBHUTEIBHOCTU IOATBEPXKIAET IEPEXOAHBIH XapakTep
KOpPOTKHMX (POTOPELeNITOPOB MHUHOTH, YKa3biBas Ha HHU3KYI0 3()(EeKTHBHOCTh HX Kackajaa
(OTOTPAHCIYKIUHK 110 CPAaBHEHHUIO C TUIIMYHBIMH MaJIOYKaMH, HECMOTPS Ha TO, 4To Oiaronaps
MaJbIM pa3MepaM OHH CHOCOOHBI PErMCTPUPOBATh €AMHUYHBIE (HOTOM3OMEpU3ALMU B 00beMe
HAapy)KHOTO CErMeHTa. 3eJeHble MaJO4YKM JIATYIIKH, HAlpOTHB, OKa3aIuCh Jaxe Oonee
YYBCTBUTEJIBHBIMU JICTEKTOPAMH OAWHOYHBIX KBAaHTOB CBETA, Y€M KpACHBIC IAJIOYKH, H
MOTEHIIMAIIBHO CIIOCOOHBI COBMECTHO C HHMMHM O0O€CHeYHBaTh CyMEPEYHOE LBETHOE 3pEHHE
[Yovanovich et al., 2017].
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KuHeTruka 0TBETOB MEPEXoIHbIX (OTOPENENTOPOB HA ATANAX BKJIIOYEHHS M BHIKJIIOYEHHUST
Kackazaa pororpancaykuuu
Jlist TOro, 4to0bI ONPENEeNHTh, KaKHe IPOIECChl B Kackaae (OTOTPAHCHYKIMH OIPENEISIOT
OOHAPY)KEHHYIO Pa3HUILy B YYBCTBUTEILHOCTH MEXIY THIHYHBIMU MaJIOYKAMH, 3€JICHBIMU
MaJOYKaMH JIATYIIKA W KOPOTKMMH PELENTOPaAMU MHHOTH, ObLJ TPOBEJECH CPaBHHUTEIbHBIN
aHAM3 KHHETUKH WX (DOTOOTBETOB. YUeT KOMIUIEKCHOTO XapaKkTepa BBIKIIOUEHHMS KacKaja,
JIOTIOJIHUTENHHO PETYIHPYEMOTO KalbIIHEBOH OOpAaTHOM CBA3BI0 M MCKAKEHHS BOCXOJAMIETO
(bpOHTa HATOKEHIEM aKTHBHUPYIOIMX M BBIKITIOUAONINX MEXaHM3MOB JIPYT HA JPYyra BO3MOXKEH
TONBKO C TOMOIIBIO  TOAPOOHOW  MAareMaTHYecKOM MOJENH  OTBeTa, Tpebyromieit
NPEJBAPUTENLHOTO  3HAHWS  pslida  DJEKTPUYECKHX W OMOXMMHYECKHX  I1apaMeTpOB
¢oroperenropa [Astakhova et al., 2008; 2015]. TTocrpoeHre MOTOOHBIX MOJEIEH sl 3€JEHBIX
manouek aMpuouii U POTOPENENTOPOB KPYTIOPOTHIX HE TIPEICTABISETCS BOSMOXKHBIM BBHIY HX
HEJIOCTATOYHOM M3YUIEHHOCTH, TOITOMY B PaMKax JIAHHOM paOOoThI ObLI IPUMEHEH YIPOIIEHHBIH
aHAIIN3, XapaKTEPU3YIONIH OOIIYI0 CKOPOCTh AKTHBAIIMH M BEIKITFOUEHHS KacKaa.
PaccunranHoe paHee pasinure B aGCONIOTHOM YYBCTBUTEIBHOCTH MEXIY KOPOTKHMH
pelenTopaMid  MHHOTH, 3€J€HBIMA W KPAaCHBIMH TaJOYKAMH JITYIIKH — TO3BOJSET
MPONIKATMPOBATh HEHACHIIIIEHHBIE OTBETHI, MPHBES UX K OJHON abCONIOTHON MHTEHCHBHOCTH
crumMyna B R*/MxM®, W BU3yaNbHO COMOCTaBHTH KPYTH3HYy HX BOCXOISIMX (a3,
COOTBETCTBYIOIIYIO KHHETHKe akrtuBamun kackama (Puc. 3). C  yuerom cipura
IYBCTBUTENIBHOCTH, HAYAIBHBIE YJaCTKH OTBETOB 3€J€HBIX W KPACHBIX MATOYEK JISTYIIKH
MPAaKTHYECKH COBIAJIAIOT, B TO BPEMs, KaK BOCXOIsIas (a3a OTBETA KOPOTKOTO pEIENTopa
MUHOTH Pa3BUBAETCS MPUMEPHO B 5 pa3 MeJJIEHHEE, YeM Y THITHYHBIX MaJIOYeK.

a - KDECHEH NanoYvka NArywen = 3enexas nano4ka NArywen 6

= KpacHan nanoyka NArYwWKKY = KopoTkWA peuenTop MHHOM
(xopp. Ha vy CT) KopoTkMi peuenTop MHHOrW (KOpp. Ha YYBCTBHTENBHOCTD)
0.25

0.8
0.6 0.20
0.15
0.10

0.05+

HopmMmupoBaHHLIA thoTooTBeT
5 £ o
F-
T
HopmupoBaHHLIA thoTooTEeT

Bpems, ¢ Bpems, ¢

Puc. 3. Oyenxa Kunemuueckux napamempos HeHACLIUWEHHbIX (DOMOOMBEMO8 3eNCHbIX NANOUEK
AASYWKY (@) U KOpOMKUX peyenmopos munozu (06) 6 cpasHeHuu ¢ MUNUYHLIMU KPACHLIMU
nanoukamu aseywiku. [ns oyenxu s¢ghpexmusnocmu akxmueayuu Kackaoa Gomompancoykyuu
60CxX00sUUE PPOHMBL OMBENMOE NEPEXOOHBIX PONMOPEYenmopos ObLiy CKOPPEKMUPOBAHbL HA COBUS
8 abCONOMHOU YYECMBUMENbHOCIU OMHOCUMENbHO SMANOHA — KPACHLIX nalodex. 3amem
NPOU3600UNACH UX NOOLOHKA K IMATOHY NYyMeM OOMHONCEHUs HA YUCT060U Kodghduyuenm. Yepnoie
JUHUU  NOKA3LIBAIOM — HAULYYWUE ANAPOKCUMAYUU HUCXOOAWUX (DPOoHmMO8 pomoomeenos
IKCNOHEHYUATLHOIMU QYHKYUAMU, 3HAUEHUS NOCMOSIHHBIX 8peMeHU npugedeHsl psidom. Momenm
BCNBIUKU OMEYeH MPeY20TbHUKOM.

OueHka KUHETHKM HUcxomsmed ¢(aspl (GOTooTBETA MO MOCTOSHHON BpEMEHH
9KCTIOHeHIMaIbHON GyHKuuK (Prc. 3) mokasana, 9To y 3eIeHBIX MAT0YeK BBIKITIOUCHHE KacKaaa
(GOTOTPaHCIYKIIMHK TPOMCXOANT MEICHHEE, YeM Y KPacHBIX MaJloueK, U, O-BHIUMOMY, UMEHHO
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9TO pa3znu4ne O0YCIABIMBAET X IOBBHIIIEHHYIO UyBCTBHUTEIHHOCTH. [Iporiecchl BBIKITIOYEHUS
KackaJa B KOPOTKHX (OTOpPELENTOpax MHUHOTH, HANPOTHB, INpPOTEKAIOT OBICTpee, 4eM B
THUIWYHBIX TATOYKaX, YTO COBMECTHO C 3aMEJICHHON aKTUBAIMEH 00eCIIeunBaeT CPaBHUTEIHEHO
HU3KYIO a0CONIIOTHYIO 9yBCTBHTEIILHOCTD.

JlononHuTENEHO OB MPOBE/ICH aHAIN3 BPEMEHH [0 MUKa ()OTOOTBETA U €ro BPeMEHH
HMHTETpUPOBAaHUSA. B COOTBETCTBMU C pa3nU4MAMU B KUHETUKE IPOLECCOB aKTUBALMU U
BBEIKITIOUCHUSI KacKaja (POTOTPaHCAYKIINHY, BpEMsI HHTEIPHPOBAHUS M BPEMsI 10 TIHKA Yy 3eJICHBIX
NAJIOUEK JIATYIIKH OKa3aJI0Ch BBILIE, YEM Y KPAaCHBIX NaJIo4YeK. Y KOPOTKUX PELENTOPOB MUHOI'H
B CBOIO Oodepellb, 00a MmapaMerpa OKa3aJluCh HIDKE, YeM Y THIMYHBIX ITAJIOYEK, YTO CBS3AHO C
Oonee OBICTPHIM BBIKIIOYEHHEM B Kackane (DOTOTPAHCIYKIMH, IPEPHIBAIONINM pPa3BUTHE
¢doTooTBETA IO TOrO, KaK YCIEEeT 3aKpBIThCS 3HAaUMTENbHOoe uncio I M@-ympasiseMbIx
KaHaJIoB. Pe3ynpTaTel aHanM3a KWHETUKY ()OTOOTBETOB NpHBECHBI B Tao. 3.

Tabn. 3. [lapamempvr kunemuxku omoomeema pasiuyHbLlx gomopeyenmopos. [annvie
npedcmaeienvl Kak cpeoHee + CMAHOApMHOe OMKIOHeHue, N — YUCIO KAEMOK, Ol KOMOPbIX
NPOU3BOOUNUCH pacyembl. * — 00CMOGepHble OMAUYUS OM KPACHBIX NANOYEK JAYUWKU NO KPUMEPUIO
Totoxu (p< 0.05). * - daunvie no nanouxam merwu us pabom [Raport et al., 1994; Lamb, Pugh, 2006;
Wang et al., 2018]. Bce usmepenus ons nanouexk moviuiu evinoanenst npu memnepamype 37 °C, ycunenue
pAccHUmano no OMHOWEHUIO K KPACHbIM NAIOUYKAM JHcabbl-a2uU.

Kpacubie 3esienbie Koporkue
MManouxu
NAJT0YKH NAJT0YKH peuenTops -
JATYUIKH JIATYHIKH MHHOTH
Omocureubias 1.02 +0.39 1.02 +0.49 0.19+0.11
CKOPOCTh AKTHBALUH (n=8) (n=10) (n=12) * 3.2
B eMHHUIIE 00beMa
IocTosiHHASI BpeMeHHU 0.89 £0.32 1.27 +0.38 0.57+0.10 021
BBIKJIIOYEHHSI, C (n=8) (n=10) * (n=12) * '
Boess 16 MHKa. ¢ 0.55+0.08 0.97 £0.22 0.21+0.04 013
pemst A ’ (n=8) (n=11) * (n=12) * :
Bpemst 1.17£0.41 1.68 +£0.29 0.73+0.13 0.26
HHTErPUPOBAHMUS, C (n=8) (n=11) * (n=12) * '

AHanu3 KHHETUKH ()OTOOTBETA MO3BOJISAET CENATh BEIBOJ O TOM, YTO 3€JICHbIE AIOUKH
06ecxBOCThIX am(pUOMii alanTHPOBaHBI K POJIM PELENTOPOB HOYHOI'O 3pEHHUS Jake B Oobliein
CTEIIECHHU, YEM TUIIMYHbIE KPACHBIE TAJIOUKH TOTO XK€ BHJA 3a cYeT 0osee MeICHHOH KHHETUKH
BBIKJIIOUEHHUA. B pesynbraTe yBelMUMBaeTCs BpeMs MHTEIPUPOBAHHs, YTO IMO3BOJSET KIETKE
6onee 3pdeKkTUBHO COOMPaTh CTAaTUCTUKY (POTOHOB B YCIIOBUSX HH3KOH OCBEICHHOCTH.
UccnenoBanre MaTThi03a Ha jkabe-are ¢ MPUMEHEHHEM YIPOIICHHOH Mozenu (OTOOTBETa He
BBISIBUIO Pa3iNyMil B KHHETHKE €€ 3eJCHBIX MajJO4YeK B CPAaBHEHHH ¢ KpacHeIMH [Matthews,
1983]. Bonee mo3amsiss paboTa HA TOM K€ BHIE TOKa3ala, YTO BBIKIFOYEHHE HX KackKaza
(GOTOTPAaHCIYKIIMK TaKXKe 3aMEUICHO, OJIHAKO CIIBUI' YYBCTBUTEIBHOCTH IIPOSBIISETCSA TOJIBKO
JUIsL OTBETOB Ha JUIMTEIIbHBIEC 3aCBETKH, HO HE KOPOTKHE BCIBILIKU CBETA, B OTJIINYHME OT 03EPHOMH
nsrymika [Astakhova et al., 2021].

Huskast abcomoTHast 4yBCTBUTEIBHOCTh KOPOTKUX PEIIENITOPOB MHHOTH MO CPAaBHEHHIO
C TUNMYHBIMH NAJOYKAMH CBSI3aHa C TIOHWKEHHBIM YCHJICHHEM B KacKaJie U OJJHOBPEMEHHO €ro
YCKOPEHHBIM BBIKITIOUYCHHEM. HecMoTpsi Ha TO, YTO MaJOYKH MBIIIEH HUMEIOT abCONIOTHYIO
YYBCTBUTENBHOCTh, ONM3Kylo K perentopam MmuHorn (Tabm 2), MX CKOPOCTh aKTHUBALUH
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CYIIECTBEHHO BbIIIE, W JaXe IMPEBBIIIACT TAKOBYIO Ul HAJOYEK JIATYIIKH, 3a c4eT Ooiee
BBICOKOI Temmeparypbl Tema [Lamb, Pugh, 2006] (Ta6a. 3). IloHMKEHHOE OTHOCHTENBHO
MajJo4yeK yCHICHHEe B Kackaje (OTOTPAHCAYKLHHU SBISIETCS TUIMYHON 4epTOH KOIOOYEK pPhIO
[Kawakami, Kawamura, 2014; Astakhova et al., 2015], 4To CBUIETEIBLCTBYET O MEPEXOAHOM
Xapakrepe KOPOTKHX PELENTOpOB MUHOIM. KHHETHKA BBIKIIOYEHHS KOPOTKHX PELENTOPOB C
0JI0H CTOPOHBI OBICTPEE, YeM Y THIMYHBIX NAJIOUEK JISTYIIKH, C IPYroil CTOPOHBI — MEUICHHEE,
4eM y najo4yek MbIin. B pesynbraTe, AJIUTEIbHOCTh HX OTBETOB OJIHKE K TUITHYHO MAJIOYKOBOH,
4eM K KOJIOOYKOBOH (BpeMs HHTErpHpOBaHHs KPAaCHOTYBCTBHTEIBHBIX Konbouek kapacs 0.15 c,
[Astakhova et al., 2015]), uro oxumaeMo [yisi GYHKIHMOHAIBHBIX PELENITOPOB HOYHOTO 3PECHHSI.

CrnocoOHOCTh THHHMYHBIX KOJNOOYEK H30erarth HACHINICHHS HPHU BBICOKUX JTHEBHBIX
OCBEILICHHOCTSIX 00ECIIEYMBACTCS B OCHOBHOM YCKOPEHHBIMHU PEAKLMSAMHU BBIKIFOYCHHS KacKaia
(bOTOTpaHCIYKIMK M KalblMeBOH oOpaTHoi cBs3u [["oBapmoBckuit u ap., 2015; Kawamura,
Tachibanaki, 2022]. Cuuras KOpOTKHE pPELENTOpbl MHHOTH MPUMEPOM TPAHCMYyTAallHH W3
KONOOYKH B (DYHKIHMOHAIBHYKO MaJOYKy, MOXHO TPEAINONOKUTh, YTO TpPH COXPAHCHHU
KOJIOOYKOBOH CKOPOCTH aKTHBAIWH, YBEIHYCHHE X YyBCTBHTEIBHOCTH IPOU3OILIO 33 CYET
3aMe/JICHUs] TPOLIECCOB  BBIKIFOYCHHS. AHAIOIMYHBIM 00pa3oM MPOUCXOAUT YBEIHYCHHE
YYBCTBUTEIILHOCTH 3€JICHBIX TMAIOYEK OTHOCHTEIBHO KpacHbIX. I10-BHIMMOMY, MOBBILICHHE
3¢ PEKTUBHOCTH aKTHUBALMH SIBISCTCS OOJee MO3JHAM JOMOJHHUTEIBHBIM 3BOJOIHOHHBIM
MPHOOPETECHHEM MAJI0YeK, a OCHOBHBIM MEXaHH3MOM YBEJIHUCHHS TYBCTBHTEIBHOCTH SIBJISICTCS
ME/UICHHBIH MPOIIECC HHAKTUBAIMH KaCcKa/ia.

CTa0uabHOCTD 3PUTETBHBIX MUTMEHTOB MepPeX0AHbIX (OTOPEEeNnTOPOB 10 CPABHEHHIO C
NMUTMEHTAMH NAJI0YeK M KOJI00YeK
CoOCcTBeHHbIE OHMOXMMHYECKHE CBOHCTBA 3PHUTENBHOIO ITMIMEHTA TaKkKe BaXKHBI I
GbyHKuMoHanpHOH ponu oropenentopa. OQHOH U3 KIIOYEBBIX XapaKTEPUCTHUK IMUIMEHTA IS
pPELEenTOpOB HOYHOTO 3pPCHUs, SBISETCS €ro CKIOHHOCTh K CIIOHTAQHHBIM TEIUIOBBIM
n3oMepu3auaM. TertoBble GIyKTyalun MOJIEKyYIbl peTHHAIS BHYTPU XPOMO(OPHOTro KapMaHa
OIICHHA MOTYT HPHBOAWTH K CIOHTAHHOM aKTHBAllMM MHMIMEHTa M IOCIEAYIOLIEMY 3aIlycKy
kackaza dororpancaykuun [Barlow et al., 1993; Bocchero, Pahlberg, 2023]. B pe3ynbrare, B
MIOJTHOM TeMHOTE (POTOpeLenTOpbl IT€HEPUPYIOT CIIy4aiHbIe OJHOHAINPABJICHHBIC BOJHBI TOKA,
ueHTHYHbIe 1o (opme onHokBaHTOBBIM oTBeTaM (OKO) — IHCKpETHBIH TEMHOBOW ILIyM,
COCTABJISIIOIINI HECHI)KAEMbI MCTOYHHUK IIyMa KJIETKH U OrPaHUYMBAIOIIMI €€ MpelesIbHYIO
uyyBcTBHTEIBHOCTH [Baylor et al., 1979a; 1980].

OneHka 4YacTOThl JIMCKPETHBIX TEMHOBBIX COOBITMH B pa3IMuHbIX (oropenentopax
MPOBOIMIIACH ITyTEM alpPOKCHMALK FUCTOrPaMM PaclpeieIeHUst TOKa CIeAyoIen QyHKIMeH:

. s (i—kx r(t))2
p(l)=A-f exp| ———=—|dt

2
0 20

(2)

3nech, A— HOPMHUPOBOYHBIN KO PHUIUCHT, 0 — JUCIEPCHS I'aycCoBa PaCIIpeIeIeHHs,
OIKMCHIBAIOIIETO HENPEPBIBHBIN IyM KieTkH, F(t) — OKO ¢oropenenropa, onpeaensieMplii Ha
OCHOBE cTaTHCTUKH [lyaccoHa OTBeTOB Ha ciabble Bembimiku ceera [Baylor et al., 1979a], f —
gacrora OKO-mogoOHBIX JHUCKPETHBIX TEMHOBBIX COOBITHH, K — Macmrabupyromuii
ko3 dunment s koppektupoBkd ammuutyasl OKO B xone ammpoxcumanuu. [Iprmepsr
3amMceil TEeMHOBOTO TOKa ()OTOPELIETITOPOB U UX aHAIN3a NpUBeeHs! Ha Puc. 4.

Kosdduument K mpum pacderax MO3BONSET y4eCTh BapHaOETbHOCTH AMILTATY/IbI
OT/ICNIbHBIX JUCKPETHBIX COOBITHII H TO, UTO €€ YCPEAHEHHOE 3HAYEHHE HE BCET1a COOTBETCTBYET
paccuutannomy OKO [Astakhova et al., 2017]. CxoppekTHpOBaHHAs CpeAHssS aMIUTUTYIa
JMCKPETHOT0 coOBITHA cocTaBseT 2.3 + 0.8 % OT TeMHOBOTO TOKa KJIETKH ISl KPACHBIX TTAJIOYEK
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nsrywky, 4.1 + 1.5 % [uist 3eneHbIx manodek, u 8 £ 6 % s KOPOTKHX PEeLeNTOPOB MHUHOTH.
MomnpaBounsiit kK03 durment K 11 GONBIIMACTBA KIETOK MHHOTH OBLT GOJIbIe 1, TIO3TOMY HX
cpenHee MUCKpeTHOe cobObiThe Gornpmre mo ammauryne, 4eM OKO, 9ro Moker 3aTpymHsTh
JIETeKTHPOBAaHNE OAWHOUYHBIX (oTom3oMepu3anuii. B pesynbrare, BeIMYMHA IUCKPETHOTO
COOBITHS [UIST KOPOTKOI'O pEIeNTopa MUHOTH B CpefHeM Ooiee 4eM B 3 pa3a IPEeBOCXOIHT
TaKOBYIO JUIsl KPAaCHBIX ITAJOYEK JIATYIIKH, B TO BpeMsI KaKk OTHOCHTENbHbIE aMIuInTy a6l nx OKO
TIOYTH COBIAAIOT, B COOTBETCTBHH C MX YyBCTBHTEIBHOCTEIO.

50 s

a 0.2 o == FWCTOrpamMmMa pacnpeaene A Toka
pA 0.015q - - Pacnpegenemnme lMaycca
.z. = Mopens
o
o
KpacHan nanovka NArYLIKK ﬁ
g 0.010
L o
@
@
L 1 .-g H '
3eneHan NanovKa NAryw km ° 10000 et
© 0.0054 ' 015 0.30 0_45_,
E :
-]
c
0.0004

-0.6 -0.3 00 03 L0.6
KopoTkwia peuentop MUHOrM Tox, nA

Puc. 4. Ananuz wacmomol OUCKpemHbIX MEMHOBbIX cobvimuil gomopeyenmopa. (a) Ilpumepor
3anuceti MemMHOB020 MOKA KPACHOU U 3eNIeHOU NANIOYKU JASYWKU, U KOPOMKO20 peyenmopa MUHo2u.
(6) Ilpumep ananuza uacmomvl MEMHOBHIX cOObIMUll KpacHou nanouku. Kpacnas nunus —
2UCMO2PAMMA NIOMHOCHU BEPOIMHOCIU UCXOOHOU 3ANUCU MEMHOB020 MOKA, NYHKMUPHAS TUHUS
— @ynxyus Iaycca 0ns 3anucu ¢ 8vipe3anHblmu meMHosbvimu coovimusmu (o = 0.112 nA), cniownas
JUHUA — HQUIYYWAS annpOKCUMAYUSL SUCIOZPAMMbL NIOMHOCMU 6eposmuocmu @yurkyuel (2)
(uacmoma Ouckpemuvix memnosvix cobuimuii 0.017 ¢1).

OLeHKa YaCTOThI AUCKPETHBIX TEMHOBBIX COOBITHI B 3€JICHBIX MATOYKAX JITYIIKHA OYCHb
OJM3Ka K TAaKOBOM uis pojoricuHa KpacHsix nanodek (Taom. 4). Takast Bbicokas cTaOHIBHOCTD
HEOXHIAHHa, [OCKOJIbKY ~ 3eJIeHbIe HAIOYKH IKCIPECCUPYIOT KOJIO0UKOBBIH
CHHEUYYBCTBUTEJBbHBIA SWS2-IMIMEHT, I KOTOPBIX XapaKTepHa CYIIECTBEHHO OoJyiee HHU3Kas
CTabUIBHOCTH, YeM y Mano4KoBbIX murmentos [Luo et al., 2011, Yanagawa et al., 2015]. s
KOPOTKHX PELENTOPOB MUHOTH YacTOTa AMCKPETHBIX TEMHOBBIX COOBITHH Ha KIETKY TaKkKe
OKa3bIBaeTCsI OMNM3KA K TAKOBOW Y TUIHYHBIX KPACHBIX MMAJI0YCK JIATYIIKH.

KoHcraHTa CKOPOCTH CIIOHTAHHOM aKTHBALIUK SIBISIETCS COOCTBEHHOM XapaKTepPUCTUKON
3pUTEIBHOrO MUTMEHTA, HE CBSA3aHHOH C pa3MepaMu KICTKH. Pacuerpl MOKa3aid, 4TO e
3HAYCHHUS [ULSI [HMTMEHTOB KPAaCHBIX M 3€NCHBIX MAIOYCK JUITYIIKH CTATHCTHYECKH HE
PAa3NIUYaAIoTCs, B TO BPEMs Kak JUIsl MUTMEHTa KOPOTKUX PELEIITOPOB MUHOTH OHA OKa3bIBACTCS
Ha 1.5 mopsiaka BbIle, YeM y TUIHNYHO MajodkoBbix murmeHToB (Tabn. 4). B To ke Bpewms,
IMTMEHT KOPOTKHX PELENTOPOB CYIIECTBEHHO CTa0WIbHEe, YeM THIMYHO KOIOOYKOBBIC
(KOHCTaHTa JUIsl KPACHOYYBCTBUTEIBHOIO IMIMEHTa Konbouek wenoseka 13400*%1071 ¢!
[Donner, 1992; Fu et al., 2008]). M0HO MPEAIOIOKHTH, YTO HU3Kask CTAOUIIBHOCTE TIUTMEHTA
MHHOTH CBSI3aHa CO CABHIOM €ro YyBCTBHUTENBHOCTH Ha 13 HM B [UTHHHOBOJHOBYIO 00NAacTh
OTHOCHTENBHO pooricuna Jsirymku [Govardovskii, Lychakov, 1984]. CornacHo coBpeMeHHBIM
MPEICTaBICHUSM, YPOBEHb JMCKPETHOTO TEMHOBOTO IIyMa MPH 3TOM IOJDKEH YBETHYIHBATHCS,
MIOCKOJIbKY DHEPTHs JUTAHHOBOJHOBBIX (DOTOHOB HHUIKE, YEM y KOPOTKOBOIHOBBIX, UTO CHIKAET
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9HEPreTHYEeCKUii Gapbep IS CIIOHTaHHOM aKTuBanuu murmenTa [Barlow, 1957]. [ins mposepku
9TOH THMIOTEe3sl ObUIA paccyWTaHa KOHCTAaHTA AKTHBAIMM IIMTMEHTa NalIO4YeK CTEpISO C
MaKCUMYMOM TIOTJIOIICHHUS, CIIBUHYTHIM Ha 43 HM B JUIMHHOBOJIHOBYIO 00JaCTh OTHOCHTEIHEHO
pomoricuHa JsAarymkd. OHa oOKa3ajach CYIIECTBEHHO HIDKE, YeM Y IHTMEHTa KOPOTKHX
pEeUenTopoB MHHOTH, 4YTO MJOKa3bIBAaeT IMPOMEKYTOUHYIO MAIOYKO-KOIOOYKOBYIO IPHPORY
nocnenHero. Onnako, 61arofapst MaJioMy pa3Mepy Hapy)KHOI'O CEIMEHTa, 4acToTa JUCKPETHBIX
COOBITHIA Ha KIIETKY Y KOPOTKHX PELETITOPOB OKa3bIBAETCS TAKOH K€, KaK y THIIMYHBIX MaJIOUeK,
TO €CTh HU3Kasl CTAOWIIBHOCTh MUT'MEHTa HE OIPAaHWYNBAET UX IPEICIIbHYIO TyBCTBHTEIIBHOCTB.

Taon. 4. Ilapamempsi OUCKpemHO20 MEMHOB020 wyma omopeyenmopos. AMAX — OAUHA BOJIHb
MAKCUMYMA NO2NOWeHUs 3PUMEeTbHO20 nuemenma (Ha OCHO8e MUKPOCHEKMPOMOMOMEmpUdecKux
3anuceil), T — yvacmoma memnosvix cobvimuii ¢ knemxe, Kn — koncmanma cxopocmu cnoHmanHol
akmueayuu 3pumenvHo2o nuemenma. JlawHble npeocmagieHvl KAK cpedHee * CMAHOApmHoe
OmKIOHeHuUe, N — YUCIo KIemoK, 011 KOMOPbIX NPOU3E0OUNUCH PaACenbl. * — 00CmosepHble OMAUYUs
om Kpachwlx nanovex aseyuku no kpumeputo Toroku (p< 0.001), * — docmosepnvie omauuus om
KpacHvix nanouex nazywiku no xpumepuio Toroku/Jannemma (p< 0.001), * — docmosepuvie omnuuus
KOPOMKUX PeYenmopos MUHO2U O naloyexk cmepasiou no kpumepuio Jannemma (p< 0.001).

Kpacnbie 3esienble Koporkue
Manouxnu
NaJTIOYKH NAaJTOYKH peuenTopbl
cTepasian
JISICYIIKH JIATYIUKH MHHOI'H
Amax, HM 502 433 515 545
£ ol 0.03+0.01 0.02+0.01 0.04+0.01 0.08 £0.02 *
' (n=9) (n=13) (n=12) (n=11)
0.7+01 09+03 29.1+6.7**# 78+20%*
-1%1 011
Ka, 7710 (n=8) (n=12) (n=12) (n=11)

TTOnBITKH MPOBECTH OLEHKY CTAOWIBHOCTH 3PHTENBHOTO IMUIMEHTA 3€NeHBIX MaJ0oueK
6ecxBOCTBIX aM(MHONH NPEANPUHHUMATUCH paHee, OJHAKO PE3YAbTaThl IBYX HE3aBHUCHMBIX
uccnenoBanuii pasnuuatorcss B 400 pas [Matthews, 1984; Luo et al., 2011]. Hama pabora
paspemiaer 310 NPOTHBOPEYHe, MOKA3bIBasl, YTO MMTMEHT 3eJICHBIX MAT0YeK JIATYIIKH ONH30K 110
CTabHMIBHOCTH K POAONCHHY KPACHBIX MAIOYEK, YTO COOTBETCTBYET Pe3y/bTaTy MaTThio3a s
nurMenTa sxaoei-aru [Matthews, 1984]. 3ro cuibHO pacxomures ¢ pe3yabratoM JIyo ¢ COaBT.
[Luo et al., 2011], momy4yMBIIKX SKCTPEMAIbHO BBICOKYIO KOHCTAHTY CKOPOCTH CIIOHTAHHOM
AKTUBALMHK U MUTMEHTA 3€JICHbIX NMaJ0YeK, aHAIOrOB KOTOPOM CPEead APYTHX HMHUTMEHTOB HE
oOHapyxeHo. JIyo ¢ coaBT. HE MPOBOAWIM aHAIN3 THCTOrPAMMBI PACIPEICNICHHS TOKa, a
MOJICYUTHIBAIIE TEMHOBBIC COOBITHSI BPYIHYIO, YTO MOIJIO IIPUBECTH K HEOOLEHKE HX YHCIA U,
KaKk CJIE/CTBHE, K HEBEPHON OLIEHKE CKIOHHOCTH MUTMEHTa K CIIOHTAHHBIM H30MEPU3ALUSIM.
Takxe pe3ynbTaTsl Hamedl paboThl XOPOIIO COOTBETCTBYIOT SKCIIEPUMEHTAM HA MUTMEHTax in
Vitro, B KOTOpBIX OBbUIO TMOKa3aHO, uyro SWS2-murmeHThl GECXBOCTBHIX aM(puUOWi HMEKOT
CTabUIBHOCT, OJIM3KYIO K Mano4koBbIM poporcunam [Kojima et al., 2017], uro rosoput 06 ux
cTabHITM3alMK B XO/IC aaNTalllK 3eJeHBIX MAJ0YeK K POJIH PELENTOPOB HOYHOTO 3PCHHUSL.

Kunernka ¢oron3a 3puTe/ibHbIX IITMEHTOB NepPexXoHbIX (pOTOpenenTopos no
CPAaBHEHHUIO ¢ MUTMEHTaMHU NaJI04YeK H K0J0oueK

JpyruM Ba>kHBIM OMOXMMHYECKHM apaMeTPOM 3pUTENLHOI0 MIUTMEHTA SIBIISIETCS CKOPOCTh €TI0
pacnaza mocne obecuBeunBaHus (¢oronusa). IlornomieHne KBaHTa CBETa 3PUTEIBHBIM
ITMT'MEHTOM MHUIUHPYET MOCNIEI0BATEIbHOCTh KOH()OPMAIIMOHHBIX IIPEBPAIeHUH, B pE3y/IbTaTe

17



KOTOPBIX OH NEPEXOUT B aKTHUBHOE COCTOSIHUE, a 3aTEM paclaiaeTcs Ha CBOOOIHBINH PEeTHHATD 1
orcuH. CKOpOCTB 3TOro Iponecca y KOJIOOYKOBBIX HMHTMEHTOB CYIIECTBEHHO BBINIE, YEM Y
nanoukoBbix [Golobokova, Govardovskii, 2006; Yanagawa et al., 2015], uto omnpenensercs
JKECTKOCTBIO CBSI3bIBAHUSI PETHHAIIS B XpPOMO(OPHOM KapMmaHe, H, Kak CIEJCTBUE, CBA3AHO CO
CTa0WIBHOCTBIO TIMTMEHTAa. Y KOJIOOYKOBBIX HMHIMEHTOB XpOMO(Op JETKO BBICBOOOXKIAETCS
rocyie 00eCLBEYMBAHKSA, YTO MO3BOJSIET (POTOPELENTOPY CONPOTHBIATHCS BBICOKMM YPOBHSIM
OCBEIEHHOCTH, NPH KOTOPBIX aKTHBAIMS KAacKaJa MOIIEPKUBAETCS OCTaTOYHOW aKTUBHOCTHIO
GOJIBILIOrO YKCIIa IPOMEXKYTOYHBIX TPOXyKTOB (hoTonmusa [Firsov et al., 2005; 2007]. O6parHoii
CTOPOHOI BBICOKOH CTaOMIBHOCTH POJONCHUHOB IIAJIOYEK CTAHOBUTCS MX HHU3Kas CKOPOCTh
¢botonu3za, CiocoOCTBYIONIAs HAKOIUICHUIO JONTOKUBYIIUX (POTONPOLYKTOB U HE IO3BOJIAIOIAS
OBICTPO BOCCTaHABIMBATh UyBCTBUTEIHHOCTH IIPH IHEBHBIX OCBEIIEHHOCTSX. IIOCKONBKY B
pesynbraTte (oronusa XpoMo(pOpHBIH KapMaH OCBOOOXKIAeTCS A MOBTOPHOTO CBSA3BIBAHUS
peTHHaNIsA, CKOPOCTh 3TOrO IIpolecca TakkKe ompenessier Oosiee OBICTPYIO pereHepanuro
3pPUTENBHOrO MUTMEHTa B KOJIOOYKaX 110 CpaBHEHHUIO ¢ manodkamu [Shichida et al., 1994].

B nanHolt paboTe MeTos0M MHKPOCTIEKTPO(OTOMETPUH OBUTH HCCIIEI0BAHBI MPOLIECCH
(oToNM3a 3pUTENFHBIX TUTMEHTOB KOPOTKHUX PEIENITOPOB MUHOTH ¥ 3€JIEHBIX MaJIOUEK JIATYIIKH,
U COIOCTABJICHBI C YK€ H3BECTHBIMH JaHHBIMH O THIIHYHO MAIOYKOBBIX M KOJOOUKOBBIX
nurMenTax. PoTonau3 BceX M3y4eHHBIX MUIMEHTOB IPOTEKal MO CXOKEeH cXeMme: cpasy mocie
00ecIBEeYHBAOIICH BCIBIIIKH B CIIEKTPE ()OTONPOILYKTOB HAOIO1aICs OCHOBHOM MUK Ha 380 HM
U JIOTIOJIHUTENbHBIN Ha 475 HM, COOTBETCTBYOIIME 0Opa3zoBaHuio MetanponykroB II u I,
coorBerctBenHo (Mera I u II, cm. Puc. 5A, B, B). 3atrem cmecs Mera I/Mera II wactuuno
npespamaercss B Meranponykr III (mux oxomo 475 HM depe3 HeCATKM CEKyHJ Iocie
obecueunBanus). Meranponyktst |, 11 u III BbIcBOOOXIAIOT peTHHANB, POAYKTH KOTOPOrO
BHOCST OCHOBHOM BKJIaJ B CIIEKTP Ha KOHEUYHBIX 3Tamax pacnana. MeTanpomyKThl Ha/EKHO
OTJIMYMMBI OT PETHHAIS M €ro NPOM3BOAHBIX IO HAJIMYUIO JHUXPOU3Ma CIEKTPOB. Takum
00pa3oM, MOXKHO OJHO3HAYHO PACCUUTATh XOJ W3MEHEHHS CyMMapHOH KOHIIEHTPAlUH BCeX
METaNpPOAYKTOB 10CIIe 00eCIBEUNBAHNS (AIIIPOKCUMUPYIOTCS CYMMO#/Pa3HOCTBIO HECKOIBKUX
9KCIIOHEHT), UCIIONB3Yysl 3HAYCHHUS] ONTHUYECKOW IuIoTHOCTH okoio 380 m 475 HM mpH IBYX
nonsipu3anmsix (ronepeunoii T u npofonbHOii L, cM. meroauky [Kolesnikov et al., 2003]).

3puUTenbHBI NMUTMEHT 3€JIeHBIX MAalOueK O3€pHOH JIATYLIKH IEMOHCTPUPYET OY€Hb
BBICOKYIO CKOPOCTh pacrnaja, 6osiee OIM3KyI0 K THITHYHO KOJIOOUKOBO#M, YeM K ManoukoBoit (Puc.
5T"). Cymmaphas konueHtpaimsi ero meranpoxykroB I, Il u TII cHmkaercs co BpemeHeM
nonypacnaga 20 ¢ npotuB 260 ¢ y poAoIncHHa KPacHBIX Majoyek, YTO XOPOIIO COIIacyeTcs C
GoJiee paHHUMH JaHHBIMH JIJIs TpaBsiHOM Jisryinku (Rana temporaria) [Tono6okosa u ap., 2003].
OJ1HaKO NOTy4EHHBIE JaHHbIE IPOTUBOPEYAT TEKYIHM IPECTABICHHUAM O BIMSHUHM OTKPBITOCTH
XpoMo(OpHOro KapMaHa Ha OMOXMMHUYECKHE CBOMCTBA 3pUTEIILHOTO MUIMEHTa. B cooTBeTCTBUM
C HUMH, BBICOKOCTAOWJIbHBII ITUIMEHT 3€JICHBIX MaJO4eK O3EPHOH JIAIYIIKH JOJDKEH HUMETh
HHU3KYIO CKOPOCTh ()OTONM3a, YTO MOKa3aHo s murmenros in vitro [Kojima et al., 2017]. C
JPYTOif CTOPOHBI, BBICOKAsi CKOPOCTh (POTONIN3A COrIacyeTcsi ¢ pe3yJbTaTaMy SKCIIEPUMEHTOB 110
pereHepand TOHMIMEHTa 3eleHbIX nanouek [Maypep, ['oBapmoBckmii, 2013] u ero
obecupeunBanuto ruapokcuwiamudom [Dartnall, 1967; Darden et al., 2003]. Takum 06pasom, B
MHTAKTHBIX KJIETKAX 3pHUTEIbHBI NUTCMEHT 3€JIEHBIX NAIOYeK IapajoKcalbHbIM 00pa3oM
COoYeTaeT HU3KYIO CKIIOHHOCTD K CIIOHTAHHBIM M30MEPH3ALHUsIM C BEICOKOH CKOPOCTBIO pacmaja.
MOKHO NPEIIONOKUTh, YTO B HAPY)KHOM CETMEHTE 3€JCHON MaJOYKH IPHUCYTCTBYIOT HEKHE
BCIIOMOTaTeNbHBIE OEJKH, yCKopsitolue nporece ¢poronanza. Ou3nonorundeckas poib ObICTPOro
pacnazia MUrMeHTa He SICHa, U BO3MOXKHO SIBJISIETCSA PYIUMEHTaPHBIM CBOWCTBOM, OTPaXKAIOLIUM
€ro KoJ004YKOBOE MPOUCXOXK/ICHUE, OIHAKO HE OrpaHHuYMBaroliee QYHKIMOHUPOBAHUE 3EICHBIX
[aJI0YeK B POJIM CBEPXCHELHMATM3UPOBAHHBIX PEIIENTOPOB HOYHOTO 3PEHHMSI.
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Puc. 5. ®omonus 3pumenvHuix nueMeHmos pasiuuHbix gomopeyenmopos. IlociedosamensHocms
CneKmpos npu NONepeyHoll NOAAPUIAYUU C8ema Nocie 00ecyseuusaioueti GCRbIUKY Ol KPACHBIX
(a) u 3enenvix (6) nanrouex 03epPHOU JASYUIKU U KOPOMKUX Peyenmopos mMunozu (8). (2) Juramuxa
pacnada cymmvi MemanpoOykKmos pa3IuuHbIX 3pUmenvHulx nuemenmos. Paspuvie epemennoii ocu
6HeceH O/ 0eMOHCMpayuu NO30HUX NPOOYKMOE (omoiusa nueMeHmos naiouex. [anuwle no
KDACHBIM U 3€/IeHbIM NANOYKAM JASYWIKU U PEYenmopam MUHO2U NOIYUeHbl 68 PAMKAX OAHHOU
pabomvl, maxdce NpueoeHvl OAHHble OPY2UX aAsmopos Nno Gomoauzy nUSMeHmda NaloyeKk u
Kpachouygcmeumenvuvlx konbouex kapacs [ Golobokova, Govardovskii, 2006].

CymMmapHas koHueHTpauus Meranponykros I, I u III B kopoTkux penientopax MUHOTH
CHIDKAETCs CO BpeMeHeM rojypacnaza 53 ¢, 4ro B 5-6 pa3 ObIcTpee, YeM B THITMYHBIX MaJouKax
msrymikd u Kapacst [Golobokova, Govardovskii, 2006] (Puc. 5T). C apyroil CTOpOHBI, y
ITMI'MEHTOB KPAaCHOYYBCTBUTENBHBIX KOJIOOYEK Kapacs U aMOMCTOMBI BpeMs Ioypacnaja eiie
Kopode, U cocrasisieT okono 5 ¢ [Ala-Laurila et al., 2006; Golobokova, Govardovskii, 2006].
[TpoMexxyToYHOE MOJI0KEHNE MMUI'MEHTa KOPOTKUX PELENTOPOB KaK MO CKOPOCTH (HOTONM3A, TaK
U 10 CTaOWIBHOCTH MEXIY THIMYHBIMU IIMTMEHTaMH IaJoYeK M KOJMOOYEeK MOIICP)KHBACT
OCHOBAaHHOE Ha T'CHETHYECKHMX JAaHHBIX IPEIIIONI0KEHHE O TOM, YTO POJONCHH-TIONOOHBIC
IIMIMEHTBI KPYIJI0pOTHIX ()OPMUPYIOT CAMOCTOATENIBHYIO 3BOJNIOLMOHHYIO JIMHUIO, OTIEIBHYIO
OT POJIOIICHHOB YeNOCTHOPOTHIX Mo3BoHOuHBIX [Collin et al., 2003b; Lamb, 2013]. Takum
00pa3om, He TOJIBKO KMHETHKA (JOTOOTBETOB KOPOTKHX PELENTOPOB MUHOTU, HO M CBOHCTBA HX
3pUTENBHOIO NUTMEHTA SIBISAIOTCA MPOMEXYTOUHBIMH MEXIy IajJouKaMd U KOJIOOYKaMH.
MOXXHO MpPEANONOXKUTh J[BA BO3MOXKHBIX 3BOJIOLMOHHBIX IyTH IIPOUCXOXKAEHHUS TAaKOro
¢oropereniropa: (1) B pe3ynbrare HezaBepUICHHOW TPaHCMYTAlMKM THIIUYHBIX KOJIOOYEK B
napaulelIbHOW YeFOCTHOPOTHIM BETBHU MO3BOHOUHBIX; (2) OT mpenkoBoro oroperenTtopa ¢
HeBBIpOXKEHHOH T hepeHIIMPOoBKOA. B mepBoM citydae MpoMeKyTOUHbIE CBOMCTBA KOPOTKHX
PELEenTOPOB SABISIOTCS CIESACTBUEM HEMOJIHOTO (yHKIMOHAIBHOTO MIEpeXxo/ia K POSIH peLenTopa
HOYHOT'O 3PEHHS, BO BTOPOM — COXPaHUBLIMMHUCS apXaWyHbIMM depTamu (hoTopenenTopa,
CYIIIECTBOBABIIETO JI0 Pa3JeIeHNUs SBOTIOLMOHHBIX JIMHUHI Majo4YeK M KOIOOYeK.
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BBIBObI
3azepkka OTBETOB (DOTOPELEHTOPOB OINpENEIseTCsl KHHETHKOW OTala  CBSI3bIBAHUS
(bochonuscrepasbl ¢ aKTUBUPOBAHHBIM TpaHCAyLHMHOM. CKOpOCTH 3TOro Imporecca B
KonbouKkax okasbiBaeTcs B 10 pa3 Bbllle, 4eM B Ial04KaX, 4TO MOXKET OBITH CBS3aHO C
0COOEHHOCTSIMU KOJIOOUKOBBIX N30(0pM OEITKOB ()OTOTPAHCIYKIIUH.
3eneHple  TANOYKH OEcXBOCTBIX aM(pHOUil SBISIOTCS BBICOKOCICLHATH3UPOBAHHBIMU
peuenTopaMd  HOYHOrO  3peHHs. KuHeTHKa IpOLeccCOB — BKIIOYEHHsS — KacKaja
(OTOTPaHCIYKIMK y HHUX COBMAJAaeT C TAKOBOW y THUIMYHBIX («KPACHBIX») IalOYeK, a
BBIKJIIOUYCHHE MPOUCXOIMT 3HAYUTEIBHO MEJUICHHEe, 4YTO JielaeT HX elie Oosee
3¢ PEeKTUBHBIMH AETEKTOpaMH OANHOYHBIX (JOTOHOB.
3pUTENBHBINA MUTMEHT 3€JICHBIX MaJOYeK HMEET BBICOKYI) TEMHOBYIO CTaOMIIBHOCTH, YTO
MO3BOJSIET ~ KJIETKE HAJEKHO  PErHCTPHPOBATh  OJUHOYHBIC  (DOTOM30MEpH3ALIUH.
OIHOBPEMEHHO IHIMEHT COXPAaHSAET THITMYHYIO JUI KOJIOOYEK BBICOKYIO CKOPOCTb
(boronu3za, 9TO MPOTHBOPEYHT COBPEMEHHBIM MPE/ICTABICHUSIM O MEXaHH3MAaX CBS3bIBAHHS
peTHHas B XpOMO()OPHOM KapMaHe OICHHA.
KopoTkue pelentoppl MHHOTH MPEJICTAaBISAIOT CO0OH TMEPeXOAHBIl MO0 KHHETHKE
¢doroorBeta  THn  Qoropenentopa.  DbPEKTHBHOCTh  MPOLECCOB  aKTHBAIUH
(OTOTPaHCIYKIIHOHHOT 0 KaCKa/ia y HUX COOTBETCTBYET THITMYHBIM KOJIOOUKAM, 8 KWHETHKA
BBIKJTIOUCHHS — TTAIOYKaM.
3pUTENBHBIA MHUIMEHT KOPOTKHX pELENTOPOB MHHOTM 10 YacTOTE CIIOHTaHHBIX
H30MEpHU3alMid M CKOPOCTH (DOTONM3a 3aHMMAEeT MPOMEXYTOYHOE IONOKEHHE MEXIY
TUNAYHO  TIAJIOYKOBBIMH M KOJOOYKOBBIMH. TakuMm  00pa3oM  JIOMOIHUTENHHO
MOITBEPXKIACTCS TIEPEXOJHBIN XapaKkTep PEIenTOPOB MHHOTH.
IMockonbky 00a WCCIEAOBaHHBIX HAMH THUIA HEPEXOAHBIX PELENTOPOB OKa3bIBAIOTCS
CIOCOOHBI  PETHCTPUPOBATH ONMHOYHBIE (OTOM3OMEpU3ALMH, (YHKIIMOHAIBHO OHU
SBISAOTCS nanoukaMu. OnHako, GyHKIMS perenTopa HOYHOTO 3pEHHS B HUX PEalTi3yeTCst
pa3nM4HBIM 00pa3oM: 3a CYeT BbICOKO3((GEKTHMBHOW CHCTEMbl aKTHBALMM Kackala B
OonbioM oObeMe (3elieHble M KpacHbIe MaJIOYKH OecXBOCTBIX amduOuil) wim MmeHee
3¢ peKTUBHOM aKTHBAIMU B MaJOM 00beMe (KOPOTKHE PEeLenTOpbl MUHOTH).
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ROTOV AY.

THE SENSITIVITY AND RESPONSE KINETICS OF ROD AND CONE
PHOTORECEPTORS: AN EVOLUTIONARY PERSPECTIVE

SUMMARY

Besides typical rods and cones — the photoreceptors of night and day vision, respectively — the
transitional-type receptors were identified in the retina of some vertebrates. They are likely the
result of a change in functional role — a transmutation — during the evolution of the visual system.
This study aim was to perform an analysis of the parameters determining the sensitivity and
kinetics of photoresponse in two types of transitional photoreceptors — the green rods of anuran
amphibians and the rod-like short receptors of lampreys — in comparison with typical rods and
cones. Additionally, the biochemical properties of their visual pigments, which are closely related
to the function of the diurnal or nocturnal photoreceptor, were investigated based on
electrophysiological and spectral data.

It was shown that the duration of the initial delay before the onset of the photoreceptor’s
electrical response is determined by stage of the phototransduction cascade associated with the
activation of phosphodiesterase by transducing. In typical cones this stage is an order of
magnitude faster than in rods, which cannot be explained within the framework of current
understanding of the cascade’s mechanisms. In both types of transitional photoreceptors, the
delay was rod-like, which is consistent with their functional role as night-vision receptors.

A comparative analysis of the phototransduction cascade activation rate and its quenching
kinetics has shown that the green rods of anuran amphibians are super-specialised night-vision
receptors, surpassing even typical “red” rods in sensitivity. This is due to slower quenching of the
phototransduction cascade and, consequently, the increased photoresponse integration time. The
lamprey short receptors occupy an intermediate position in terms of absolute sensitivity between
typical rods and cones. The activation gain in the lamprey receptor cascade is significantly lower
than that of rods and is closer to that of cones. By contrast, the kinetics of photoresponse decay,
is close to those of typical rods, confirming the transitional nature of this photoreceptor.
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The rate of decay after photobleaching and the frequency of spontaneous isomerisations
were assessed for the visual pigments of transitional photoreceptors. According to current
paradigm, these two parameters are tightly related and are determined by the openness of the
chromophore pocket. The cone-type pigment of the anurans green rods was shown to be
comparable in stability to rod rhodopsin, which is likely a consequence of these cells’
evolutionary transition to the role of nocturnal photoreceptors. The rate of the green rod pigment’s
metaproducts decay was unexpectedly high, since for a stable pigment one would expect a low
rate of photolysis due to the tight binding of the retinal molecule within the chromophore pocket.
The origins and physiological role of this ambiguity in the pigment’s biochemical properties
remain unclear. The pigment of lamprey short receptors occupies an intermediate rod-cone
position in terms of both stability and photolysis rate. Since, according to genetic data, the
pigments of cyclostomes short receptors can be classified into a separate group from the
rhodopsins of jawed vertebrates, its intermediate properties can be interpreted as an archaic
feature of the ancestral photoreceptor that has been preserved in a parallel evolutionary lineage.

Therefore, the kinetics and sensitivity of anuran amphibians green rods clearly indicate
their high specialisation for the role of night-vision receptors, and the only cone-like characteristic
—the rate of visual pigment photolysis — does not prevent them from maintaining high sensitivity.
On the other hand, the short receptors of lampreys, although capable of registering single
photoisomerisations, retain a number of intermediate rod-cone features, both in photoresponse
kinetics and in the properties of their visual pigment. This indicates their transitional nature, with
a degree of specialisation for the role of nocturnal photoreceptor lower than that of typical jawed
vertebrates’ rods.

A.IO. PoroB
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