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OBIIIAA XAPAKTEPUCTUKA PABOTBI

AKTYaTbHOCTD TeMbI HCCIICIOBAHUS

3purenpHas cucTeMa II03BOHOYHBIX CIIOCOOHA (YHKIMOHMPOBATh B INHPOKOM JHAaIla30He
WHTEHCUBHOCTEH IIPUPOTHOTO OCBEIIEHS Ol1aroapst ABYM IPUHITUITHAIBFHO Pa3IUiHBIM THIIAM
doToperenTopoB: manoukaM M KonGoukam. [lamouxu QYHKIMOHUDYIOT IIPU HOYHBIX U
CYMEPEUHbIX MHTEHCHBHOCTSX, B TO BpeMs KaK KOJIOOUKM OTBEYAIOT 3a JHEBHOE 3PEHUE.
W3HavanpHO IIPUHATIEKHOCTS HOTOPEIENTOPA K OTHOMY WM JPYroMy THILY OIIPEersiIach 110
crienuuieckoit MOpQOIOTHH, 0IHAKO K HACTOSIIEMY BPEMEHH ITOKA3aHO, YTO (yHKITMOHATbHAS
POIIb PelerTopa HOUHOTO WK JHEBHOI'O 3PEHMS B 3HAUUTENHHO GOIBIIIEH cTelleHn 00y CIoBIeHa
OuoxuMue BHY TPUKIIETOUHBIX CUTHATHHBIX IIPOIECCOB.

COBOKYITHOCTh CHOXVMMYECKHX PEaKIMid, IPeoOpasyIoNiX SHEPIHIO IIOITIONEHHOTO
KBaHTa CBETa B 3JIEKTPUUECKU OTBET KIETKH 00pa3yeT CUTHAIBHBIH Kackas GoToTpaHC Ty KIHH.
TTamouky ¥ KOIOOUKM HCIHONB3YIOT IPUHIMIIHAIBHO OJIMHAKOBBIM Kacka], OJHAaKO OOJbInas
YacTh €ro OeIKOB-YUACTHUKOB CYIIECTBYET B BHJE IAIOUKO- U KOJIOOUKO-CIIEITU(PUUHBIX
n3ohopM, UM cBoiicTBa OOECHEUMBAIOT PA3IUUM B KHUHETHKE OIIPEJICNICHHBIX peaKIii
[TCoBapaoBckwit u ap., 2015]. OunoreHeTHHIeCKre TMHUN MATOUKO- U KOTOOUKO-CIIITUPUMHBIX
GEIKOB HETIPEPHIBHBI U HE IIEPEXO/ISIT O/THA B JIPYTYIO B XOJI€ SBOJIOIMH, YTO TOBOPHUT O TOM, UTO
pasjenenue GOTOPELENITOPOB Ha JBE (YHKIMOHAIBHBIE TPYINIBI MIPOM30ILIO OJMH pa3, Ha
ypoBHe oOIIero mpejaka mo3BoHOUHBIX [Davies et al., 2012; Lamb, 2013; 2020]. C mpyroit
CTOPOHBI, B X0/I€ MHOTOJIETHUX MOP()OIIOTUUECKUX UCCIIEOBAHUM CETYATKU IT03BOHOYHBIX OB
omucaH psii GOTOPELENTOPOB, KOTOPhIE HEBO3MOKHO OJHO3HAYHO OTHECTH K INAIOYKaM MU
kxomGoukam [Walls, 1934; 1935; Underwood, 1970]. TpamunmoHHO UX paccMaTpUBaIM Kak
pe3yIbTaT aalTaIMOHHBIX (QYHKIMOHAIBHBIX II€PEXOJOB (TpaHCMyTaluii) KOoJIOO4YeK B
TIAJIOUKOIIOIOOHBIE KIIETKH U Ha0OG0POT, MPOUCXOMBIIMX B OT/EIBHBIX IPYIIIAX IT03BOHOUHBIX
[Walls, 1942]. Tlpu Takux mepexoax, HECMOTPsI Ha MOP(OIOTHUECKUE H3MEHEHHS, UCXOTHAS
TIPUHA/UIEKHOCTE OElTKOB Kackajia GOTOTPAHCAYKIMY K HaTOYKOBON WM KOJIOOUYKOBOH JTUHUN
cOXpaHsercs, HO UX OHOXMMHYECKHE CBOHCTBA M3MEHAIOTCS 3a CUeT TOUEUHBIX
aMUHOKHUCIIOTHBIX 3aMeH. B pesynprare Ha 6a3e KOIOOUKOBBIX 3IIEMEHTOB Kackajla MOKeT OBbITh
TIOCTPOEH PEIeNTop HOYHOTO 3peHust, u HaoGopoT [Zhang et al., 2000; Kojima et al., 2024].

Taxum 06pazom, TIo MOPHOIOTHH U TATOUKO-KOIGOUKOBOH crierduke m30popM GeTKoB
Kackajia He Beer/la BO3MOKHO OIIPEIEUTh UCTHHHYIO (QYHKIMOHATEHYIO POIb GOTOPEIENTOPA.
TlopToMy OBUIO TPENIOKEHO OIPE/eIeHHe IOHATHI «IIalouka» M «KOIOOUKa» uepe3 HX
OCHOBHBIE (prsmonormueckue cBotictea [Walls, 1934; Lamb, 2013]. B Takoii dopmympoBke
TUIMYHBIMA TTATOYKAMU CUUTAIOTCS (QOTOPEEHTOPH, CIIOCOOHBIE JIETEKTUPOBATh OJIUHOYHBIE
KBaHTHl CBETa, HO HACBHIIAIONIMECS U YTPauUBAIONe (GyHKIMOHAIBHOCTH IIPH YMEPEHHBIX
JHeBHBIX ocBereHHocTsX (10-100 mk). Turmadmsle ske KomGouky MOTYT (QYHKITMOHHUPOBATE, HE
HACBIIIEASICh, IPH MAKCUMAIBHBIX TIPUPOJHBIX OCBEIEHHOCTX (o 103 1K U BBIIIE), a X OTBET
Ha CBETOBBIC CTUMYIIHI IIPIMEPHO Ha TIOPSIOK GhIcTpee, weM y matouek |Lamb, 2016; Ingram et
al., 2016]. IlpuBeaeHHbIe OMpeNeNeHNs OCHOBBIBAIOTCS HA BKCIICPHMEHTATHHO HAGIOAAeMBIX
CBOMCTBAX »IEKTPHUYECKUX (HOTOOTBETOB MATOUYEK U KOJIOOUEK, KOTOPBIE HAIIPSAMYIO CBSI3aHEI C
KUHETUKOM IIPOIIECCOB BKIIOYEHMS W BBIKIIOUEHWS MX Kackaja (OTOTpaHCTyKIMU
[TCoBapmoBckumit u ap., 2015; Kawamura, Tachibanaki, 2022]. Creayer oTMETUTD, YUTO CBSI3b
HEKOTOPBIX ITapaMeTpoB GOTOOTBETA, TAKUX, KaK HadaIbHas 3a/IePKKa, C KOHKPETHBIMHU 3TallaMi
Kackajia ocTaeTcs HesicHOU. 110CKOIbKy JUIMTENBHOCTD 3a/IeP KKY CYIIECTBEHHO pa3iIMyaeTcs s
mamouek W KonbGouek [Kawakami, Kawamura, 2014], BbIIBICHHE »TalloB Kackaja,
OLIPEJICTSIONX €€, II03BONUIO0 OB HCIIONB30BaTh STOT IApaMeTp Kak JOIONHUTENBHYIO
XapakTepUCTUKY (YHKIMOHATILHOW PoMX (OTOpEIenTopa KaK «IalOUYKH» WA «KOIOOUKID.
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Baxuyo ponp mit ¢yHKIMM QoToperentopa Takke HIPAlOT OHMOXUMUYECKHE CBOHCTBa
3PUTENBHOIO IMMIMEHTa — CBETOUYBCTBUTEIBHOH MOJEKYIBI, MHUIMUPYIOIEH aKTUBAIIIO
kackaza dorotpancaykim [Kefalov et al., 2003]. KimoueBsIMH XapakTepUCTHKAMH SIBISTIOTCSI
CKOPOCTB ero pactajia mocie obecrpeunBanus (poTtomisa) [Golobokova, Govardovskii, 2006] i
TECHO CBSI3aHHAsS C Hel eCTKOCTh CBSA3BIBAHUS XpoMo(dopa, KOTOpast OIpeaersieT CKIOHHOCTh
MOJIEKYJIHI K CTIOHTAHHBIM M30oMepr3arisiM B Temuote [Rieke, Baylor, 2000].

Juis  GomprmECTBA  QOTOPEIENTOPOB  IIEPEXOJHOIO  THIIA  (QYHKIMOHATIBHBIE
XapaKTEPUCTUKU  SIEKTPUYECKUX OTBETOB, OIPEJCISIONME HX UyBCTBHTEILHOCTH U
OBICTPOJICHCTBHE, OCTAIOTCS MAOM3YUEHHBIMU, a aHAIN3 OHOXVMUH 3PUTENBHBIX IIMI'MEHTOB
JlaeT MPOTHUBOPEUMBHIE pe3yinTarhl [IoBapmoBckuii, 1983; Lamb, 2013]. KomruecTBeHHOE
CpaBHEHHE HX IIapaMeTPOB C TUIMYHBIMM IIAJIOUYKAMH U KOJNOOUKAMH MOKET BBIIBUTH
KOHKpETHbIE QH3HUOIIOT UUECKUE HU3MEHEHHS, COIIPOBO K/ TAIOIIHIE IIEPEX0,T KIIETKH OT OJTHOTO THIIA
K JApyroMy. B paMkax gaHHOM paGoThl OBUIM HCCIENOBAHBI [IBa THIIA II€PEXOIHBIX
(OTOPEITENTOPOB — KOPOTKHE TATOUKOTIONOOHBIE PENelITophl kKpyriaopoTeix [Walls, 1935], u
3eJIeHple TaTouKu GecXBocThIX aMdubwmit [Dartnall, 1967]. O6a »Tux THma QoToperenTopoB
HUMEIOT Psii HeOOBIUHBIX CBOMCTB, HE TIO3BOJISIFOIIIX O/THO3HAUHO OIIPEIEIUTH X KaK ITATIOUKID)
WM «KOJXOOUKM», TakKe HESICHOW OCTaeTcsl WX DSBOIOIMOHHAS MCTOPUS. YTOUHEHHE
(GYHKIMOHATEHOM POIM U BBIIBICHHE aJallTalliy I10J[ Hee KOHKPETHBIX OEIKOB M peakIvi
Kackaga (GOTOTPaHCAYKIMY, IOTEHIIMAIBHO II03BOJIMT YTOUHUTH IIPOMCXOXKIEHUE 3THX
VHUKAIBHBIX (HOTOPEIEIITOPOB.

enb u 321241 HccIeT0BaHAS

Iemp JaHHOTO WCCIIENOBAHUS — OIEHKa OCHOBHBIX ITapaMeTpoB Kackajia (GOTOTpaHCHyKIWH,

OIIPEIETISIONIUX Yy BCTBUTEIBFHOCTh ¥ KUHETHKY OTBETOB Ha CBET THITMUHBIX ITANI0UEK U KOIOOUEK

II03BOHOYHBIX B CpaBHEHWHM C JIBYMsS THIIAMH II€PEXOJHBIX  (OTOPEIENTOPOB —

MATOYKOTIONOGHBIX PETIeNTOPOB peunoit MuHoru (Lampetra fluviatilis), M 3eJeHBIX TaTOUeK

ozepHoit mryniku (Pelophylax ridibundus), — ¢ yTouHeHreM X (QYHKITMOHATHHON POITH.

JUtst TocTHKEHUS! TAHHO 11eTH OBUIN [IOCTaBIIEHBI CIEAYIONTHE 3a1ayH:

1.  Orenuts 3ajepXKy $oToOTBETa Y Pa3HBIX THIIOB (GOTOPELEITOPOB U OIPE/EIUTh STallbl
akTUBaIMy  (POTOTPAHCAYKIMOHHOIO KacKaja, OIPEACISIONME €€ NIUTEIbHOCTh IS
TUITYHBIX [TATTI0YEK U KOJIOOYEK.

2. OueHUTh UYBCTBUTENBHOCTH M  KHMHETHUECKHEe IapamMeIpsl  GoTooTBeTa NI
TTATTOUKOIIOJOOHBIX PEIEITOPOB MUHOTY M 3€IE€HBIX IAIOUeK JISTYIIKY, U CPaBHUTh UX C
COOTBETCTBYIOIIMMH BEIMUMHAMHY JUTSI THIIMUHBIX [TATI0UEK TI03BOHOUHBIX.

3. OrmpeeuTh CKOPOCTH paciiajia IIociie 00ecBEUMBAHMS /UL IIMTMEHTOB MaIOUKOIIOTO0HBIX
PEIENTOPOB MUHOTH M 3€JIEHBIX MATOYEK JITYIIKH, U CPaBHUTH €€ CO 3HAYCHWSIMU JII
TUITYHBIX [TA7I0YEK U KOIGOUEK IT03BOHOYHBIX.

4. Ormpenemrs KOHCTAHTY CKOPOCTH CIIOHTAHHOH aKTWUBAIMH 3PUTENBHOIO IIMIMEHTa IS
IMI'MEHTOB TATOYKOIIOOOHBIX DELENITOPOB MHHOTH M 3€MEHBIX IAT0UeK JISTYIIKH, U
CPaBHUTH €€ CO 3HAYCHUSIMU JIS TUIIUYHBIX ITaJI0YeK IT03BOHOUHBIX.

HayuHnasi HOBH3HA HCCIEIOBAHUS
B pamkax naHHO# paGoTHI BIIEPBBIE H3yU€EH BOIIPOC O IIPOUCXOKICHUH 3a/Iep kKU GoTooTBETa U
BBISIBIICHB! KOHKPETHBIE STallbl, OIPEAEIBIONIHIE NIUTENBHOCTh 3T0H cTajuu. TakKe BIIEPBBIC
OlleHeHa MUHUMAITbHAS 3a/IepKKa GOTOOTBETa IS IIEPEXOTHBIX (POTOPEIEIITOPOB KPYIIOPOTHIX
¥ aMpUOHIi B CPaBHEHNH C TUITMYHBIMHY ITATTOUKAMHI U KOJTOOUKaMH.

B ceruatke peuHO MHHOTH UMeeTCs /jBa TUIla (POTOPEIENTOPHBIX KIETOK: KOPOTKUE U
JUIMHHBIE PELIENTOPHI, QYHKITMOHABHO ONMM3KHE K IaIOYKaM M KOIOOYKaM, COOTBETCTBEHHO
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[Govardovskii, Lychakov, 1984]. Briepsrie ipoBe/icHO cpaBHEHHE KUHETHUIECKUX TTapaMeTPOB
$oTOOTBETA KOPOTKUX DEIENTOPOB MHMHOTH C THIIMYHBIMH IIATOYKAMU II03BOHOYHBIX MU
BBISIBIICHA X HU3Kasl B CPaBHEHUH ¢ TUITMYHBIMU [TAJIOUKaMH a0COIIOTHAS Yy BCTBUTEIBHOCTb, &
TaKKe OIpeeIsIIoNnHe ee 0COOEHHOCTH KMHETHKH Kackasa GoTtoTpaHcaykimu. Taxke BliepBbIe
Ha YPOBHE M30JIMPOBAHHBIX KIIETOK UCCIIEI0BAHBI CBOMCTBA 3PUTENLHOTO IIMTMEHTA PELIEIITOPOB
MIHOTH: OI[€HEHbI KOHCTAaHTa CKOPOCTH CIIOHTAHHON M30MEPU3allU U KUHETHKa (OTOIH3A.

BecxBocTie aMpUOUN UMEIOT YHUKATBHBI TUIT POTOPEIIEITOPOB, «3€TIEHbIE MaTOUKIY,
KOTopble OBbUIM paHee OIpeieieHbl Kak (YHKIIMOHANBbHBIE PELENTOPHl HOYHOTO 3PEHUS
[Matthews, 1983]. B nannoii paGoTe BIlepBHIe IMoKa3aHa ux Golee BHICOKas UyBCTBUTEIHLHOCTh
10 CPABHEHUIO C TUIMYHBIMU HMATOYKAMU U OIIpejiesieHa oOyCIIaBIUBaroIias ee 0coOeHHOCTh
KUHETUKH Kackaja (oToTpaHCAYKIMH. Takke BIIEpBBIE IIOJTBEPKICHO HM3MEPEHMSIMH Ha
W30JIMPOBAHHBIX KJIETKaX OJHOIO M TOTO K€ BUja aM(puOHii, YTO BBICOKas CTaOMIBHOCTh HX
IIUTMEHTA T1apaIOKCATPHO COUYETAeTCsI ¢ BRICOKOM CKOPOCTHIO (OTOIH3A.

Teopernueckoe i NpaKTHYECKoe 3HAYEHNE PadoThI

Wnentrdukariys OCHOBHOI'O HCTOUHUKA 3a/1ePKKH GOTOOTBETa paspeliaeT BOIIPOC O TOM, Kakast
CTaJusl aKTUBAIMM Kackaja (OTOTPAHCAYKIMU JIMMUTHUDPYET €€, HO Takke CTaBUT HOBYIO
pobreMy: 3a cueT KakuX MOIEKYJBIPHBIX MEXaHM3MOB KOJIOOUKaM YJaeTcs IOJIepKUBaTh
CTOJIb KOPOTKYIO (3-5 MC) 3aJIepKKY II0 CpaBHEHHIO ¢ ranoukamu (10-12 mc)?

JlarHas paGoTa paspelaer JaBHee IPOTUBOPEUHE B OIIEHKE CTaOHUIIBHOCTHU 3PUTEITBHOTO
TIATMEHTA 3eJIeHBIX MTAT0YeK pa3sHbIMU HccleJoBaTenhcKuMu rpyrmiamu [Matthews, 1984; Luo et
al, 2011], opHako Takke CTaBUT HOBYIO HaydHylo TipoGieMy. CoueraHue BBICOKOM
cTaGUIBPHOCTH C BBICOKOM CKOPOCTHIO (QOTONH3a HEOOBSICHUMO ¢ TOUKH 3PEHHUSI COBPEMEHHBIX
IIpe/ICTaBIEHUH O B3auMO/IeficTBUM GeIKOBOM YacTH IIMI'MEHTA U ero Xxpomodopa.

Hcronp30BaHHBL B paMKax JJAHHOH pabOTHI II0IX0/] — KOJMUECTBEHHAS XapaKTePUCTHKA
I1apaMeTpoB, OIPENEIBIONIX YyBCTBUTEIFHOCTh U KUHETHKY OTBeTa (POTOPEIENTOPOB, U HX
CpaBHEHHE C THIIMYHBIMU ITATIOUYKAMH M KOJIOOUYKAMHU — IIO3BOIBIET IIOJITBEP/MUTh WIH
OIIPOBEPTHY Th ITEPEXOIHBIN XapakTep PENENTOPOB HEKOTOPHIX MO3BOHOYHEIX. C €ro MoMOIIBIO
ObUla YCIEIHO olpejeieHa (YHKIMOHAIBHAS —POJIb IAJTOUKONOJOOHBIX — PEIENTOPOB
KPYTIJIOPOTHIX U 3€NEHBIX IaoueKk OecXBOCThIX aMbuouil. Tako# aHaIM3 TaKke MOKET ITOMOYb
B OIIPe/IETIEHNH KIIFOUEBBIX IIEPECTPOEK U KOHKPETHBIX 3HAUCHUEH OMOXUMUYECKUX I1apaMeTpoB,
HeoOXOUMBIX U1 (DYHKIIMOHHPOBAHUS KIETKU B POIM PEIENTOpa HOYHOTO WM JHEBHOTO
3penus. [loo0HbIe 3HaHMS Oy Iy T IOJIE3HBI [P pa3paboTKe UCKY CCTBEHHBIX TPAHC LY KIMOHHBIX
KacKajJoB, HAIIPaBICHHBIX Ha IIPOTE3HPOBAHME YTEPSIHHONW  3pUTENBbHON  QyHKImmM
OIITOTEHETHYECKUMU METO,TAMH.

TTono:xennst, BHIHOCHMBbIE Ha 3aNUTY

1. 3amepxka B Kackaje (POTOTPAHCIYKIMHU OIpefieIeTcs] KUHEeTHKOW fTara aKTHBaIlii
dochommdcTepassl  TPAHCAYITUHOM, TIPHYEM CKOPOCTh ATOrO TIporiecca B KOIOOUKax
okaspBaetcs B 10 pa3z BhITIe, UeM B TaTOUKaX.

2. 3eneHble MaJIOYKU GECXBOCTHIX aMQUOHIL SBISIOTCS elle Golee CHelaTn3HpOBAHHBIMU
pellenTopaMy HOUHOTO 3PEHUs, YUeM TUIIMYHBIE TTaTTOUKH, TTOBHITIAs TyBCTBUTEIHLHOCTD 38
CUET 3aMeIJIeHV BRIKITIOUSHIS B Kackaje (poToTpaHCTyKITHIL.

3. 3puTembHBI TIMTMEHT 3€IE€HBIX TMAloYeK COBMEMAeT BHICOKYIO CTaGHMITLHOCTD,
XapaKTepHYIO ISl POJIONICHHA THIMYHBIX IaT0YeK, ¢ BBHICOKOI CKOpOCThIO (poTomm3a,
THIIAYHOHN 11 KOJIOOUKOBBIX IIMTMEHTOB.

4. KopoTkue penentopbl MUHOTH, SBISEICH QYHKIIMOHATHHO PETIENTOPaMU HOYHOTO 3PEHYIA,
COXPAHSIOT TPU3HAKU TIEPEXOHOM (POPMBI, MOCKOMBKY 3((EKTUBHOCT aKTHBAIMH WX
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Kackajia GOTOTPAHCIYKIHH CHITKEHA, 4 CKOPOCTh BBIKITIOUEHIS — YCKOPEHA, TI0 CPaBHEHHIO
¢ TUITAYHBIMU ITATT0UKAMU.

5.  3puTembHBI TIMTMEHT KOPOTKUX PEIENTOPOB MHHOTHA IO CTaGWILHOCTH W CKOPOCTH
doTomI3a 3aHVIMAET IMPOMEKYTOUHOE IONOKEHUE MEXKAY THIMYHO ITATOUKOBBIMA U
KOJIOOYKOBBIMHU.

Anpobanus pe3yJIbTaTOB UCCIETOBAHNS

OCHOBHBIE pe3yIbTaThl UCCIIeA0BaHMS ObUTH IIPE/ICTABIIEHBI Ha CIIEAYIONMX KoHpepeH X, XV
u X VI BeepoccHifcKuX COBEMAHMSIX TI0 ABOIIOIMOHHOM dr3nonorun (Cankt-1letepOypr, 2016,
2020), 9-oif m 11-o#t MexayHapo HBIX KoH}pepeHIsIX «PerenTopsl U BHYTPUKICTOUHAS
curtamzarmysy ([ymmmo, 2017, 2021); «O6paboTka 1 uHTErparwst MHGOPMAITUH B CEHCOPHBIX
CHUCTEeMax: OT BHEIHETO CUTHAIIA K cIIoHOMY o0pazy» (Mocksa, 2022), XV, XVI, XVII, XX u
XXI cummosmymax « Visionariumy (Tespmumme, Ounnmsmms, 2016, 2017, 2018, 2022, 2023);,
«FEuropean Retina Meeting 2023» (Tro6umren, ['epmanmst, 2023).

Ty6amxamm
Ilo Teme mucceprarmu orryOnukoBaHo 17 padoT, B TOM UHMCIe 5 crarell B PElEH3UPYEMBIX
KypHanax, 12 TesncoB KoH(EpEHITHIL.

CTpyKTypa 1 06beM AuccepTaII

Juccepramys m3noxkeHa Ha 140 cTpaHMIAX MANIMHOIIMCHOTO TEKCTa, COCTOMT W3 BBEJICHUS,
0030pa JIMTepaTyphl, MaTEPHAIOB U METOJIOB HCCIEIOBAHUS, PE3YIILTaTOB HCCIIEAOBAHUN U X
0o0CY KIeHH, 3aKIIOUEHUS, BBIBOJIOB, CIIUCKA IUTUPYEMOM JUTeparyphl (285 UCTOUYHUKOB) U
npuiokeHus. PaGora Brmoyaer 38 pUCYHKOB U 4 TaOIHUITBL.

MATEPHAJIBI U METOABI UICCIIEAOBAHUA

O0beKThI HCCIeI0BAHNS | TOJTOTOBKA NPENapaToB
OKCIIEpUMEHTH! TIPOBOJMIIMCH B JIA0OPAaTOPUU 3BOJIOIMU OpraHoB uyBcTB MO®b PAH. B
KauyecTBe IIePeXOJHBIX (OTOPEIENTOPOB H3yUYaIUCh KOPOTKUE DELENTOPHl PEUHOW MUHOIH
(Lampetra fluviatilis) n 3eneHple natouku osepHoit msarynku (Pelophylax ridibundus). Jins
IIPOBEJICHUS] CPABHUTEIBHOTO aHAIM3a B KayecTBE TUIMYHBIX IIaloYeK ObUIM BBHIOpAHBI
POJIOTICHH-COJIepKaNe («KPacHbIey ) IIAOUYKH O3€PHON IISTYIIKY, TUIMYHBIX KOJIOOUEK —
KpacHOTYBCTBUTEIbHBIE KOMGOUKH cepebpsoro Kapacs (Carassius gibelio). J[oToMHUTETHHO
TIPOBOJIAIINCH AKCIIEPUMEHTHl Ha Maloukax crepisian (Acipencer ruthenus). PabGota ¢
JKUBOTHBIMH IIPOBOJIMIIACH B COOTBETCTBHU ¢ aupekTHBoit CoBera EBporietickoro coobecTBa
(24.11.1986, 86/609/EEC) u mpotokonoM, 0JoSpeHHBIM KoMuccHel 1o 6rortrke DOE PAH.
Tlepen HauanmoM SKCIEPUMEHTa Bce KMBOTHBIC IIPOXO/UIM TEMHOBYIO aJ@lTallfio B
TeueHre Kak MUHUMYM 12 yacoB. Bee janpHeHIIMe MaHUITY ISIMA TIPOBOJIMIINCH TIPH TYCKIIOM
TEMHO-KPacHOM OCBeIeHUH. JKUBOTHBIX YMEPITIBILSUIH ITyTeM JIeKaIluTaIlH, T1a3a U3BIEKaCh,
W3 HUX BBUICISUIH CEeTYaTKy M IIyTeM €€ JUCCEKITMH IIOIyHYald CyCIEH3UIO HU30JUPOBAHHBIX
¢doToperenTopoB B pacTBOpe PHHrepa, COOTBETCTBYIOIIEM HcciIefyeMoMy BTy [Pupcos,
ToBapmosckmif, 1990; Govardovskii, Lychakov, 1984; Astakhova et al., 2015].

Perucrpanust 31eKTpHYeCKHX 0TBETOB GoTOpEenTopoB

Kunetuky BKIIOUEHHMS Y BBIKIIOYCHWS Kackajga (GOTOTPaHCIYKIMK AaHAM3UPOBAIM IO
SIIEKTPUUECKUM OTBETaM OJMHOUYHBIX (HOTOPEENTOPOB Ha CBETOBBIE CTHMYJIBL. PerucTpariuro
TOKa KJIETOK, 3aIDy’K€HHBIX B KaMepy C CHUCTeMOH IIPOTOKa pacTBopa PuHrepa, IIpOBOMIN
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METO/IOM BcachIBarorielt MukpormreTku [Baylor et al. 1979b]. GoTtoperienTopsl cTUMY THMPOBATIT
BCIIBIIIKAMU CBETa (CBETOJIMOJ[, MAKCUMYM H3JIy4eHHS 525 HM) JUIATENBHOCTHIO 10 Mc, B
PETUCTPUPOBAIN OTBETHI ¢ auckperu3arel 10 mc. JmurensHble (15-30 MUHYT) 3aIlMCH TOKa
KJIETKU B TEMHOTE, HEOOXOIMMBIE IS aHATIM3a CIIOHTAHHbIX aKTHBAIIMH 3pUTEBHOIO IIMT MEHTA,
PETUCTPUPOBAIM ¢ JucKpeTwsanueii 2 Mc. Jns aHanmu3a 3ajepXku GOTOOTBETa IPEABSBIISIIN
SIPKUE BCIIBIIKY JJIUTENBHOCTHIO 1-2 MC, OTBETHI PETHCTPUPOBANIH ¢ JMcKpeTH3armeit 1 mc.
JloTIONTHUTEIBHO, IS aHaIM3a 3aJepXKU (POTOOTBETOB KOJIOOUEK, PETHUCTPHUPOBAIN
SIIEKTPOPETHHOTpAaMMBI  IIpelapaToB Iienoi ceryatku. [lperaparl IoMmemaid B KaMepy
VYeeurra, niepdy3upyeMyio pacTBopoM Pumrepa ¢ 12 MM acmapraTa HaTpusl TS BbIICTECHS
(OTOPEIENTOPHOTO OTBETa, KOJIOOUKOBBIM KOMIIOHEHT M30JIMPOBAIN BKIIOYEHHEM (DOHOBOM
3acBeTKH, Hachlmaromedt mamoukw. CTUMYJSIMS —OCYIIECTBISUIACh  BCIIBIIIKAMU — CBETa
JUIMTENBHOCTHIO 1 MC, OTBETHI PETUCTPUPOBAIIUCH C JUCKpeTH3almeit 0.5 Mc Ha TOUKY.

MukpocnexkTpodoToMeTpus 3pHTEILHBIX THTMEHTOB
W3MepeHUsT CIIEKTPOB 3PUTENBHBIX ITMTMEHTOB (DOTOPELENTOPOB OBUIM BBIIOTHEHBI Ha
W30JIUPOBAHHBIX ~ HAPYXHBIX CEIMEHTaX C  IIOMOINBIO  CKOPOCTHOTO  JUXPOHYHOTO
mukpoctekTpodotomerpa [Govardovskii, Zueva, 2000]. CHeKTpbl perucTpUpOBAUCH C
Jquckpervzaimedt 1 HM B juanasoHe 330-760 um. Ilocnepyronuii aHayd3 IPOBOJAICS YIS
CIIEKTPOB, YCPEIHEHHBIX II0 HECKOIBKUM KJIE€TKaM OJHOIO THIIA. [EMHOBBIE CIIEKTPBI
OIUCHIBAIMCH ¢ MOMOIIBIO CTaHIAPTHON KPUBOM U 3PUTENBHBIX ITMI'MEHTOB II03BOHOUHBIX
[Govardovskii et al., 2000].

JUts m3yueHus] KMHETHKH (DOTONM3a 3PUTENBHBIX ITMIMEHTOB, KIETKaM IIPEIbSBILLIN
SIPKYIO 00€CITBEUMBAIOIIYIO 3aCBETKY JUIMTENBHOCTBIO | ¢, IIOCIE Hero 3allMCHIBAIU CEPHUIO
CIIEKTPOB uepe3 3aJaHHble IIPOMEXYTKH BPEMEHH. 3allich IIPOM3BOJWIACH IIPH JIBYX
HaIIPaBJICHMSIX THHEHHON IOJSPU3AIMU CBETa B M3MEPUTEIIHHOM JIyye: IEePIEeH/MKYIBIPHOM 1
MapaIeTbHOM OTHOCUTEIFHO OCH Hapy>KHOTO cerMeHTa. TaKoi 110,1X0/1 II03BOJLIET OTHO3HAUHO
pa3muuaTth IPOAYKTHL (OTOIM3a, KOTOPblE HMEIOT CXOKHME CIIEKTPhl IIOTTIONIEHMS, HO
pa3IMHaoTCs M0 OpUeHTAIMH B (QOTOpENENTOpHON MeMOpaHe, U TakuM o0pa3oM OIEHUThH
BpeMeHHOH XoJ1 ux koHreHTparu [Kolesnikov et al., 2003]. CkopocTh (oTommsa onpenensiim
Kak BpeMs oIy pacIiaja JyIsl ¢y MMbI METAIIPOIYKTOB 3pUTeNbHBIX IMrMeHToB I, 1T u I11.

AHaJIHN3 JaHHBIX

JUTst OLIeHKM YyBCTBUTEILHOCTH (OTOPELIEIITOPOB, 3aBUCUMOCTD aMIUIUTYIBI GOTOOTBETOB OT
HMHTEHCUBHOCTH IIPE/IBSIBISIEMOTO CTUMYJIA allIPOKCUMUPOBAIN QyHKImMeH Xuma. Pasmmius B
aGCOIFOTHON UYBCTBUTEIBHOCTH OIIPEJCISUIMCh 110 CABUIY IapaMeTpa IIOTyHAachITAIoIeH
WHTEHCUBHOCTH, BBIPAKEHHOH KaK HUCIIO HOTOU30MEPU3AIMIT MOJIEKY I 3PUTEIHHOIO IIMTMEHTa
Ha KJIETKY WU B eJUHUIIEe 00heMa.

Jitt Toro utoGBl BBLIBUTH STallbl Kackaga (OTOTPAHCAYKIMH, OIPEAEISIONIHe
JUIUTEIBHOCTD 3a]IePKKH, IIPUMEHSITH MOJIeNb (POTOOTBETA, YUMTHIBAIOITY IO MHOTOCTYIIEHYATHIN
XapakTep €ro akTHBallMk, a Takke IIporiecchl BeIKModeHws [Astakhova et al., 2015].
CpaBHUTENBHBIA aHATIU3 KUHETUKU IIPOBOJIMIICS UL HOPMUPOBAHHBIX HEHACHIIIEHHBIX (15-30%
0T MaKCHUMaJbHOTO (GOTOTOKA) (GOTOOTBETOB KOPOTKHX PEIENTOPOB MHHOTH, 3€IE€HBIX HU
KpacHBIX Ia’ouek JrymKy. OIEHKY CKOPOCTH BBIKIIFOUEHWS MX Kackaja GpoTOTpaHCTyKIMH
IIPOBO/IWIH ITyTEM YIIPOIIEHHOTO OIMCAHMSI HUCXOIIEro PPoHTa OTBETA SKCIIOHEHITUATIBHOM
byHx1wel. Boexoasmmit GpoHT, COOTBETCTBY IO aKTUBAITMH Kacka/la, aHAIM3UPOBAIY ITy TeM
pacuera JIOMHOXKaOIero kosdduimenta, HeoOX0MMOT0 I MAaKCUMAIBHOTO IIPHOIMKEHUS
HAyaIbHOTO yuacTKa K STIOHY (YCPETHEHHBII BOCXOMSIMIT (QPOHT KPacHBIX IIalovyex
JSITYIIKY). TakKe pacCUMTHIBATIMCH BpeMs JI0 IMKa (POTOOTBETA U €T0 BPeMsl HHTETPHPOBAHKSL
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CpeTHIO YacTOTy CIIOHTAHHBIX aKTUBAIMI 3pUTENHHOTO IIMT'MEHTA OTIPEIEIISUIN Iy TeM
aHaJIM3a THUCTOIPaMMBI paclIpeIeNieHHsT TEMHOBOTO TOKa, KOTOPYIO MOKHO IIPEJICTaBUTh B BUJIE
cBepTKH (QYHKIMH laycca M OJJHOKBAHTOBOTO (DOTOOTBETA, BO3HUKAIOIIETO C OIIPE/IE/ICHHON
yactotoit [Donner et al., 1990; Astakhova et al., 2017]. KoHCTaHTy CKOpPOCTH CHOHTaHHOM
aKTUBAIMM IMMI'MEHTA PACCUMTHIBATIM IIyT€M HOPMHPOBKU YacTOTHI JMCKPETHOTO IyMa Ha
KOJIMYECTBO MOJIEKYJI IIMTMEHTa B KJIETKE. AHAIM3 SIEKTPOPU3HOIOTHUECKUX 3auceil ObUl
peammsoat B cpese MathCad 15 (MathSoft Cambridge). KawecTBo armpokcrMariuil JaHHBIX 110
METO/Iy HAMMEHBIIX KBAIPATOR OIEHUBAIN C TIOMOTIBIO Koo drrpenTa netepMuraruu R2.

IIpoBepKy HOPMATBHOCTH paciIpeielieHus IIPOBOIIIHN 110 Kputepuro [Tlarmpo-Yuika.
JU11 cpaBHEHWS UyBCTBUTEIBHOCTH W KHHETHYECKUX I1apaMeTpoB (OTOOTBETOB B CIIyuae
HOPMAJIbHO PAacIIPEe/IEIeHHBIX JAHHBIX UCIIONB30BAICS MO0 0JHOGAKTOPHBINA JCTICPCHOHHBIN
aHamms (ANOVA) ¢ post hoc xpurepriem Trioku, G0 AUCIICPCHOHHBIN aHATH3 YaIT4a ¢ post
hoc xpurepuem JlanHerra. JII1 HEHOPMAILHOTO pacIIpe/ICIeHUs IIPUMEHSIICS KpPUTEPHUi
Kpackena-Yomreca u post hoc kpurepuit JlanHa. Pazmutusl cumTamvch JOCTOBEPHBIMU TIPH
ypoBHe 3HauuMocTH p< 0.05.

PE3VJIbTATBI UCCIEJOBAHUA 1 UX OBCYKIAEHUE

BbIsiB/IeHHe 3TaN0B AKTHBAIMH Kackaaa GoTOTPaHCAYKINH, BHOCSIHX 0CHOBHOH BRI/
B 3a/IepKKy GoTooTBeTa

Kackaj GoroTpaHc IyKIy ortocpe/yeT IIepeBo/| SHEPIUH I1aJIafoIIero cBeTa B SIeKTPUUECKUN
oTBeT QoToperentopa, U MPOUCXOUT B CIEIHAIPHOM KOMIIAPTMEHTE KIETKH — Hapy KHOM
cermente. OH 3aITycKaercsl CBETOUYBCTBHUTEIBHBIM 3PUTEIBHBIM IHMIMeHTOM (R, KoMIniekc
Genka oIcMHAa W XpoModopa peTHHaIs), KOTOPHIM Tocie TOTTIONeHUs KBaHTa cBeTa (R*)
cBs3bBaetrcsa ¢ G-GenkoM TpaHcayrmuoM (1) U mepeBoauT ero B akTUBHYIO Qopmy. Kaxkmas
MOJIeKyJIa TPaHCyIIMHA aKTUBUPYET KaTAIUTHIECKYIO cyOheuHuIly 3ddekTopHoro depMeHTa
—  Qocpommerepazet 6 Tmma (PDE), — dTo yckopsieT THAPONHM3 IWKIMIECKOTO
ryanosuaMoHodocdaTa (il M®), BRICTYTIAIOMIETO B POITM BTOPUTHOTO MIOCPETHIKA CUTHAITLHOTO
xackaga. Kommenrparmst 1l M® B HapyXHOM cerMeHTe QoTopelentopa CHUKAETCS, HTO
IIPUBOJIUT K 3aKPBITHIO PEryIHUPYEMBIX MM HOHHBIX KaHAIOB IUIA3MATHYECKOM MeMOpaHBl U
TTaIeHIIo TOKa, TeKyTeMy depes Hux [Arshavsky, Bumns, 2014; Abbas, Vinberg, 2021].

Mexny TpeqbsBIeHUEM CBETOBOTO CTUMYJIA M BOZHUKHOBEHHEM SKCIIEPUMEHTAIHLHO
perucTpupyeMoro GorooTBeTa, 3a cuUeT CyMMapHOH JUIMTEIbHOCTH STAllOB aKTUBAIUH Kacka/ia
BO3HHUKAeT 3ajlepKKa JUINTEIBHOCTRIO HECKOJIBbKO MWUIHCEKYHJ. He Bce 3Tamlbl akTHBAIU
BHOCAT CYIIECTBEHHBIH BKIIAJ B 3aJI€PKKY: COOCTBEHHAs! aKTHBAIMS 3PUTEIHHOIO IIMIMEHTA,
quddysust 1l MO U 3aKphITHE HOHHBIX KaHAJIOB IIPOTEKAIOT OUEHb OBICTPO U UX JUTUTEIHHOCTHIO
MoxkHO TipeHeSpeun [Pugh, Lamb, 2000]. Takum o6pazoM, ocTaeTcst 6 ATaroB, MOTEHIMATIHHO
BHOCSIITIMX CYTIECTBEHHBIN BKIIAJ B 3a/IepikKy poTooTBeTa (Puc. 1A):

1. R* Bcrpeuaer HeakTHBHBI TpuMmep TpancayrmHa (Tofyl'J[®) u cBI3bBaeTcs ¢ HUIM,
o6pazys komruieke R*-Tafyl JID (#)).

2. W3 xommekca R*-Tafyl'JI® ocBoGoxmaercs monekyna I'JID (£2).

3. T'TO ceaspBaercs ¢ 0CBOGOUBIIAMCS CAITOM CBSI3BIBaHUS B KoMIimiekce R*-Tafy (3).

4.  Momexyna 3puTeIbHOTO IIMTMeHTa ocBoGoxk faeTcs u3 komimiekca R*-Tayl TO (¢). Tlocne
sToro R* Bo3BparmaeTcs K 3Taity 1, MHUITMHUPY S CJIe Ty FOIIHH IUKIT aKTHBAI UK TPAHCIyIIUHA.

5. Kommreke Tapyl T® maccormmpyet Ha TRy u Tol TO, npeacraBmstionii coGoit ak THBHYIO
opmy TparcayrmHa (T%) (25).

6. Tal T ces3pBaercs ¢ ocdommcTepasoit v akTUBUPYET ee (£6). Takum oGpasoM, akTHBHAS
¢dopma pocdomctepassl (PDE*) — sto xomrmeke Tal TO-PDE.

8



Puc. 1. BnausHue pasnnyHbliX 3TanoB akTuBauuM Kackafa (HOTOTPaHCAYKUMM Ha 3afilep>KKy
oTooTBeTa. (a) Cxema HayaNbHbIX 3Tanos Kackafa. ti..t6 — BpemMeHa nepexofoB MeXKnay
sTanamu, R —3puTenbHbIil NUrMeHT, T —TpaHcayuuH, PDE —goctoauscTepasa, GDP — O,
GTP -TT®d. (6) 3hheKT M3MeHEHNs AAMTENbHOCTY UMKa akTueauum TpaHcayuuHa B Apapasa
B 06e CTOpPOHbI, 0T ONTWManbHOrO 3HaYEHUA Ha HayanbHyto 3aAep>KKy (h0TOo0TBeTa TUNUYHOI
KON60YKKN. (B) AHANOrMyHO, 3PheKT N3MEHEHNs BpeMeHn akTueauun PDE. MNyHKTUpHas KpacHas
NIMHUA NOKa3bliBaeT HaUNyyLylo NOAFOHKY (h0TO0TBeTaMaTeMaTNIeCKon MOAeNbIo.

3aperncTpupoBaHHble  OTBETbI  ManoOYeK W KONBGOYEK  anmnpoKCUMMPOBAIUCH
MUHMMaNbHOW  Mogenb  otooTBeTa  [Astakhova et al., 2015], [OMOMHEHHOM
AnthdepeHLManbHBIMU YPaBHEHVAMM, OMUCHIBAIOWWMMY HaYaslbHble 3Tanbl kKackaga (ti-te) go
06pa3oBaHMs aKTMBHOro Komnnekca Tal T®-PDE*. Mocne 3Toro npoBoAmiach OLEHKa TOoro,
KaK W3MEHeHVS [A/MTENbHOCTU OTAENbHbIX 3TanoB BAUAKOT Ha [A/MTENBHOCTL 3a[ePXKKM
MOZENbHON KpUBOW. [na 3TOro BapbMpoOBaiu AAMTENbHOCTb LMKIa aKTUBauyum TpaHCAyLmHa
(ti+t2+t3+t4) 1 aTanoB ¢ akTnBauuu PDE (t5 + te) B pacLUMpeHHO Mogenn POTooTBETA.

PaHee cuuTanocb, 4TO LMK aKTMBauuu TpaHCAyLMHa, TO ecTb 3Ttanbl 1-4 mexay
cBasbiBaHMeM R* ¢ TaPylld v ero BbICBOOOXAEHWEM U3 KOMMIEKCA, BHOCUT HauboMbLUMiA
BKNag B 3adepxky [Pugh, Lamb, 1993; 2000]. OpHako [ABYKpaTHOE W3MEHeHWe ero
[0JIMTENBHOCTU B BOMbLUYIO MW MEHBLLYHO CTOPOHY HE OKa3aslo 3aMeTHOro BNAHMA Ha (opmy
HavasbHOI (hasbl 0TBETA MOC/IE HOPMUPOBKM U, KaK CNIeACTBYe, HA AINTENbHOCTb 3afepXXku (Puc.
1E). C fpyroii CTOPOHbI, U3MeHEHME BpeMeH akTvBauum PDE Ha aTanax 5-6 npvBeno K cagury
BOCXOAALel (hasbl (HOTOOTBETA U CYLLECTBEHHO M3MEHWO0 HavanbHyo 3agepxky (Puc. 1B).
Takum 06pa3om, BOMPeKW TeKyLMM NpefcTaBieHnsM, CpefHsas NPOAO/HKUTENbHOCTL LMKNa
aKTMBaLMK TpaHCAYLMHA HE MMEET CYLLIECTBEHHOMO BNAHUA Ha 3afepXKKy (oTooTBeTa. BMmecTo
3TOr0 A/MTENbHOCTb 3aAePXKKV IMMUTVPYeTCs 6osiee NO3AHMM 3TanoM akTueauum PDE.

CpaBHUTENbHbI aHaNN3 ANNTENBHOCTY 3alePXKKN B pa3nyHbIX (hoTopeL.enTopax

Mpy NpefbsiBNEHUM CTUMYOB BbICOKOW SPKOCTM BO3HUKAET MHOXECTBO MOJeKyn R,

3anycKaloWmxX akTMBaLMio Kackafa (oToTpaHCAyKUMU. B pesynbTaTe, MosiBfieHWe nepsoit

aKTUBHOI Moneky/bl PDE MpoucX0ZuT MOYTW MIHOBEHHO, a Habnojaemas B 3KCMEPUMEHTE

«KKYLLAACS» 3aflepXKa (HOTOOTBETA OMpPeAensieTcs BOIMOXHOCTBIO OBHAPYXUTb HauabHOe

OTK/IOHEHWE TOKA KNETKW OT TEMHOBOTO YPOBHS.. CPaBHUTENbHbIV aHaIM3 MeXay pasinyHbIMM
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THIaMU GOTOPELIENITOPOB TIPOBOIUIU 110 3HAUEHUSIM MMHUMAIBHON 3a/IepKKH, HaOIIo1aeMon
JUISL OTBETOB Ha SIPKYIO BCIIBIIIKY IIPYU HACBIIIEHWH KPYTHU3HBI Bocxo pmiero ¢ponra [Hestrin,
Korenbrot, 1990]. Jlna ee oreHkn, 3a Havamo (GOTOOTBETa NPUHUMAIH IIEPBYIO TOUKY
SKCIIEPUMEHTATIBHOM 3alliCH TI0CIE CTUMYJIA, KOTOpasi HaxoMTCs 3a IpejiellaMi MHTepBaja:
cpejHee 3HauUeHUE TOKa JI0 CTUMYJIA * y[BOCHHOE CPETHEKBAIPATUHIHOE OTKIIOHEHHE.

Amnanmu3s $OTOOTBETOB II0Ka3all, YTO MUHHUMAJIbHAsI HaOIo 1aeMast 3a/IepkKa B KoOGouKax
OU€Hb Malla U cocTaBisieT 3-5 Mc rpoTuB 10-12 Mc B TUIIMUHBIX NTantoukax (Tadm. 1). 3ajgepxka B
TIepeXo/HBIX (HOTOPEIENTOPaX — 3eIEHbIX IATOUKaX JBITYIIKH U KOPOTKUX PElENTopax MUHOIH
— CTATUCTUYECKU HE OTIMYaeTCs OT 3a/IeP>KKH B ITaJIOUKax M BappupyeT B Ipejenax 10-15 mc.
Takum oGpazoM, KHMHETHKA HaYalbHBIX CTa/Mil aKTUBAIMU Kackaja (OTOTPaHCIyKIWH,
OTBEYAIOIIMX 32 BO3HUKHOBEHHUE 3a/IEPKKHU B 3THX PELIEIITOPaX COOTBETCTBYET MATOUKOBOIL.

Taon. 1. Cpasnumensnsiii ananuz MUHUMATbHON 3a0epiicku ghomoomeema. Jlannvie no KPACHLIM U
3eNeHbIM NANOYKAM JIASYWIKH, U Deyenmopam MUuHo2U ObUld HNOAYHEHbl MemooOM ecacwiearoueli
MUKDONUNEMKY, HO KPACHOUYECTNGUINETIbHOIM KONOOUKAM JASYWIKU — MEmOoOOM pe2ucmpayuu
PeYenmopHo20 NOMEHYUANA, RO KPACHOUYECMEUMENbHBIM KOMOOUKAM KApacs — 000UuUMU MEmMooamuy.
Jlannvie npueedenst Kax MeOUana (Keapmuiy), n — YUCILO IKCHEPUMEHIMANBHBIX (POMOOmMeemos, Ona
KOMOPbIX GbIHUCTANACH ONUMENBHOCHIb 3A0ePIICKY. * — docmosepble Omaunsa om Korbouex Kapaca u
ageyuikyu no kpumepuio Jlanna (p< 0.001).

Konbouaxn Konbouk Kpacnsre 3esteHble Kopotkne
MAJTOYKH MAJTOYKH penienTOpBI
JIATYINKH Kapacs
JIATYIIKA JIATYINKA MHHOTH
Muanmvameras | 3.5(3;4.5) 4(4:;4.6) 12(11; 12.5) 13 (13; 14) 12 (12; 13)
3aiepiKKa, MC (n=35) (n =20) n=15)*% n=5)% (n=5)%

AHanmm3 mapaMerpoB MareMaTHdeckod Mojenu (OToOTBeTa II0KasbIBaeT, UTO
SKCIIEpUMEHTAIbHAS 3a/[eP’KKa B TUIIMYHBIX IAJOUKaX MOXKET OBbITh BOCIIPOM3BEJEHA IIPU
3a/[aHAU BpeMeHH akThpaimy PDE TpaHCIyIMHOM B JecsaTh pa3 CoJbIIEM, YeM JUTUTEILHOCTh
IIMKJIa aKTUBAIMK TpaHCIyIMHA MOJIeKynoit R*. TIockoipKy CKOPOCTH B3aMMOJEHCTBHS JABYX
TUIIOB MOJEKYJI IIPAMO IIPOIIOPIMOHANIBHA YacToTe WX JUQY3UOHHBIX CTOIKHOBEHUH B
MeMOpare QoToperieniTopa, 5TOT Pe3yIbTaT XOPOIIO CcoIlacyercss ¢ TeM (akToM, 4YTo
KOHIIGHTpaIsl KaTamuTiaeckux cyobeaumut] PDE B 12 pa3 MeHbITie ueM y TpaHcaynmHa [Pugh,
Lamb, 2000]. 3HaumTensHo Golee KOPOTKas 3a/iepikka KoGouek MOKeT OBITh BOCIIPOM3BE/ICHA
MOJIEIBIO TOIILKO TIPU BpeMeHHU akTuBaiiy PDE tpacayimHoM, 3aHUMaronmM He Goiee 5 Mc,
YTO COBII/IAET ¢ IUTETHHOCTHIO IMKIIa aKTUBAIIMHU TpaHC TyIiiHa. OIHAKO UMEIONIHECS JIaHHBIE
VKa3bIBaIOT Ha TO, UTO OTHOIIeHUe koHreHTparmii PDE/T B xonGoukax GIM3K0 K TAaKOBOMY B
Maloyvkax, U IMO3TOMY HE B COCTOSHHH OOBSCHHUTH BBICOKYIO CKOpPOCTh akThBaimu PDE
[Tachibanaki et al., 2001; Zhang et al., 2003].

Ilo-Bummomy, OblcTpasg aktuBaisl PDE B komboukaX cBs3aHa € BBICOKOH
3¢} pekTHBHOCTRIO B3aMMOJIEHCTBIST MX Molekyn TpaHcayimHa u PDE. Tloka HescHo, kakue
0COBEHHOCTH MX CTPYKTYPhI W/IUIM YIIAKOBKH B poTOperenTopHON MeMOpaHe MOTYT 00ecIIe nTh
Taky1o 3(GdeKTHBHOCTD. Pe3yIbTaThl JaHHON paGoTh MOKA3hIBAIOT, YTO KOIOOUKOBas CTPYKTypa
MeMOPaHHBIX JMCKOB Hapy KHOT'O CerMEHTA (SIBILIIOTCS CKIIa/IKaMHU IUIa3MaTHIeCKOH MeMOPaHBL,
a He OT/IeNIeHBI OT Hee, KaK Y [aIoyek) He BIMsIeT Ha cKopocTh akTuBai PDE, mmockombsky y
KOPOTKHX DELENTOPOB MHUHOTH, OOIajaloliX Takoil sxe MopQomorueit [Ohman, 1976],
3aJIepKKa OKa3bIBACTCS TUIIMYHO TaJIOUKOBOH. MOKHO IIPEITIONI0KUTh, UTO Y KoI0oukoBoit PDE
HesbdexTUBHAS IS B3aUMO/IeHCTBYS C TPAHC Iy IIMHOM [TOBEPXHOCTh CKPBITa BHYTPH JIMMEPHOH
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CTPYKTYpbI B 60/IbLLIEN CTEMEHM, YEM Y MASIOYKOBOIA. [pyriM BOIMOXKHbLIM 0GBSCHEHUEM MOXET
ObITb CYLLECTBOBaHME B KOIBOUKAX MOJIEKYN TpaHcayLmHa U PDE B (hopMme «NpefBapuTebHbIX
KOMM/IEKCOB», elle [0 aKTWBaUuWM TPaHCAYLUMHA 3pWUTENbHBIM  MUTMEHTOM.  OfHaKo
3KCMEPUMEHTa/bHbIE CBUAETENLCTBA B MO/b3y 3TUX TWMOTE3 OTCYTCTBYHOT. PaspelueHne
BbISIB/IEHHOW B XOfle [AaHHOW paboTbl NpoGMemMbl MPEeACTaBAseT WHTEPEC AN YTOUHEHWs
MOJIEKYNISIPHbIX CBOWCTB U CTPYKTYPHOI OpraHmsaumiy y4aCTHUKOB KacKafa.

CpaBHMTeﬂbelﬁ aHanns3 4yBCTBUTE/IbHOCTUN NepexoaHblX choropeu,enTopOB

PaHee 6b110 NOKa3aHo, YTO 3e/1eHble MNasl04YKM TUrPOBOI aMbUCTOMbI (Ambystoma tigrinum) [Ma
et al., 2001] n KOpOTKWMe peLenTopbl MOPCKOWA (Petromyzon marinus) ¥ pe4HoOli MUHOTK [Asteriti
et al, 2015; Morshedian, Fain, 2015] o6nagatoT npumepHo B 40-60 pa3 6onbLueii
UyBCTBUTENBHOCTbIO, YeM TUMUYHbIE KONBGOYKM, M No3ITOMYy 06a Tvna (hoTopeLenTopoB 6biu
onpegeneHbl Kak OyHKLMOHabHbIE PeLenTopbl HOUHOTO 3peHns. OfHako, B AaHHbIX paboTax
NPOBOAMNOCL CPaBHEHWe UyBCTBUTEMbHOCTEN K MajarolieMy CBETY, 3aBUCALLMX OT
CMeKTPpa/IbHbIX CBOWCTB 3pUTENbHbIX NUIMEHTOB. B pamkax faHHOW paboTbl Ans nepexofa K
abCoMOTHOM UyBCTBUTENLHOCTM, 3aBUCALLEN TONbKO OT OMOXMMMM CUFHIbHOTO Kackaja,
VHTEHCMBHOCTb CBETOBbLIX CTUMY/IOB Oblfia BbIpaXeHa Kak YMcio oTon3omepr3almini Monekyn
3pUTENBHOrO MUIMeHTa B einHNLE 06beMa KneTku (le(X)) Mo cnefytoLLeld popmyre:

W ) =2.303*I(X) *qg*fD*aTax * 5(A) 1)

30echb, 1(X) — MHTEHCUBHOCTbL CTUMY/a B (DOTOHaX Ha eavHuuy nnowagu, q = 0.67 —
KBaHTOBbIA BbIXOf PeaKuuMM 06eCcLBeYMBaHWA 3pUTENbHOMO MUIMEHTA, amax — YAENbHOEe
Nor/oLLeHME B MaKCMMyMe COOTBETCTBYHOLLLEr0 MMIMEHTA NPU NOASpU3aLum CBeTa, MONepeyHoi
OTHOCWTE/IbHO OCY HapY>KHOTO CerMeHTa, fo — KOaMULUMEHT AUXPOU3Ma 3pUTENBLHOMO MUTMeHTa
B Memb6paHax AMCKOB, S(X) — OTHOCWUTE/IbHasA CreKTpaibHas UyBCTBUTENbHOCTb MUITMEHTa K
M3MTYYEHNIO CTUMYNUPYIOLLEro 3efeHoro ceeToauofa. [MapameTpbl amax, f U S(X) 6bLIN
orpefeneHbl AN K&XA0ro Tuna oTopeLenTopoB Ha OCHOBE MUKPOCMNEKTPOOTOMETPUYECKNX
3anmceii TEMHOBBIX CMEKTPOB 3pUTENbHbIX MNUrMeHToB (Tabn. 2). YyBCTBUTENBHOCTb
(hOTOPELLENTOPOB  OLEHMBA/IM MO 3HAYEHMIO  MO/YHACHILLAIOLLIEA WHTEHCUBHOCTY  MpU
annpoKcyMaLMm 3KCNepUMEHTa/IbHBIX AaHHbIX PYHKUMeR Xunna (Puc. 2) Takke Ans nepecyeTa
abCcoNMOTHOI YyBCTBUTENBHOCTM Ha LIENYH KNETKY, Ha OCHOBE MMKpOoTorpacumii oueHBam
06bEM HapY>KHOr0 cermeHTa ()oTOpeL,enTopoB.

Puc. 2. OueHka abcontoTHOW YyBCTBMTENbHOCT Y pasanyHbiX OTOpeLenTOpOB NpK nepecyeTe
MHTEHCUBHOCTEN CBETOBOTO CTUMyna B 4MCno (hOTOM3OMEPU3ALMA MONeKyn 3puTenbHOro
nMrMeHTa Ha eauHWLy obbema (@), W Ha uenylo KneTky (6). TOYKM — paHHble Mo
penpe3eHTaTWBHbIM KNeTKaM, CMIOLIHbIE NMHUN —annNPOKCMMaLWA C MOMOLLbI0 YHKLMA Xunna.
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AHay3 3HaueHUH MTOIyHaChITaoNed HHTeHcHBHOCTH (Tallr. 2) mmokasai, 4To 3eleHbIe
TIAJIOYUKY JIATYIIKY UMEIOT B cpejiHeM B 2 pa3a COBIIyIo abCOMOTHYIO UyBCTBUTEILHOCTD, UM
TUITMYHBIE KPACHBIE MTAJIOUKH TOTO K€ BUJIA, a KOPOTKUE PEIEIITOPBl MUHOTH, HAIIPOTHUB, Gollee
YeM Ha IOPSJIOK MEHEee UyBCTBUTENBHBI 110 CPABHEHUIO ¢ THIIMYHBIMU Hatoukamu. OJHAKO
aGCOIIOTHAST YyBCTBUTEIBHOCTE KOPOTKHUX PEIENTOPOB OKa3alach COIIOCTABUMA C HMATOUKaAMU
mem [Nikonov et al., 2005; Wang et al., 2018], ueif xackag (HOTOTpaHCAYKITHHA TaKke
(GYHKIOHUPYET B CPaBHUTEILHO MalIoM 00BheMe Hapy KHOTO CEIMEHTa.

Taon. 2. Ilapamempsl uyscmeumenvHOCHU PA3UdHbX  pomopeyenmopos. 30ech, QAmax —
MAKCUMAIBHOE NOSNOWEHUE 3PUMENBHOLO NUMeNMa, D — Koaghuyuenm nonpasku Ha OUXpOUsM,
S(A1eD) — omHOCUMENbHAA UYECMEUINENLHOCING RUSMEHING K CRIUMYTUPYIOUEMY c6emoouody (325 um)
V — o6wem napyoicnoeo ceemenma, leo s— nonyHacLyarowan UHMEHCUGHOCb, BbIPANCEHHAA KAK YUCILO
domouzomepuzayuii Ha KnemKy wiu Ha eOunuyy ee obvema. Jlannvie npedcmaeienst Kak cpeonee &
cmanoapmHuoe OmMKIOHeHUe, B — YUCIO KIemoK, OAA KOMOPbIX HPOU3EOOUNUCH pacuemsl. * —
Oocmosepnbie omauuua leos om Kpacnvix nanodex aseywiku no kpumepuio [annemma (p< 0.01). *—
dannsie no nanoukam meimu w3 [Nikonov et al., 2005; Wang et al., 2018], npusedenst dns cpasnenis.

Kpacnsre 3esieHbIe Kopotkne
Iamouxn
NaJI0uKl NAJI0UKH penenropol "
MBIITTH
JHCYIIKA JIACY KA MHHOTH
1 0.014 £0.003 0.012 £0.002 0.014 £0.003 )
Amax, MKM (@=75) (n=90) (n=20)
f 0.62 £0.02 0.64 £0.03 0.68 +=0.08 )
v (n=20) (n=20) (n=17)
S(Quwin) 0.749 0.025 0.876 -
2339 +£622 1242 + 397 81 +38
Vi i’ (n=8) (n=8) (n=20) 37
« 0.021 £0.008 0.011 £0.003 0.85+046
Ieg s, R* /v (n=12) (n=12) * (n=13) * 0.57
N 484 +£18.0 134+£34 68.6+374
Ieo s, R*/xnneTky (n=12) (n=12) * (n=13) 22.8

Ipu niepecueTe 4yBCTBUTEIHLHOCTH Ha TIENY IO KIETKY , KOPOTKUE PETIEIITOPHI MUHOTH, KaK
Y TIATOYKY MBI, BBUJY MAIbIX Pa3MepOB HApY>KHOTO CETMEHTa, OKa3bIBAIOTCS COTIOCTABUMBI C
KpacHbIMH TaJTOUYKaMH JISATYIIIKH, ITOCKOJIBKY Jiake HU3KOI(DDEKTUBHBIN CUTHATHHBIA KacKa
MOKeT 3HaUUTEIHHO CHIDKATH KOHITEHTPAIMIO BHY TPUKIETOYHOTO 11l M® BHYTPH HEGOIBITIOTO
o0beMa. [IOBBIMICHHAs K€ UYBCTBHTEIHHOCTh 3€NEHBIX INAToUeK JITYIIKH IPU pacuere Ha
KIIETKY OKasbBaeTcsl eme Ooliee BBIPaKEHHOM, HecMOTps Ha TO, UTO B Oollee paHHEM
HCCIIeIoBaHNN Ha poToperentopax xabbi-arwl (Rhinella marina) [Matthews, 1983], pasmiumii B
YyBCTBUTEIHHOCTH MEXKTY 3€ICHBIMU M KPACHHIMU TTATIOUKaMH He HaGIIIo[anoch.

Takum 00pazoM, aHalu3 UyBCTBUTEIHLHOCTH IIOATBEpPIKIacT IIEPEXOJHBIN XapakTep
KOPOTKUX (OTOPENENITOPOB MHHOTH, YKa3bBasd Ha HH3KYIO 3(OEKTHBHOCTh WX Kackaja
GbOTOTPAHCIYKIMY 110 CPABHEHHUIO ¢ THIIMYHBIMU [TAJIOYKAMU, HECMOTPS Ha TO, YTO GIarogaps
MalbIM pa3MepaM OHH CIIOCOOHBI PETUCTPUPOBAThH eIMHUYHBIE HOTOU3OMEPH3AIlMA B 0ObEME
Hapy’>KHOTO CerMeHTa. 3elicHble MalouKW JITYITIKM, HalpoTHB, OKasalMch jaxke Oolee
YYBCTBUTEIHHBIMI JIETEKTOPAMH OJMHOYHBIX KBAHTOB CBETa, YeM KpacHble MaTOUYKH, U
MIOTEHIMATHHO CIHOCOGHBI COBMECTHO € HUMH OOCCIICUMBATh CYMEpPEUHOE ITBETHOE 3pEHUE
[Yovanovich et al., 2017].
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KnHeTuka oTBETOB nepexoaHbIX (*)OTOpELI,eI'lTOpOB Ha aTanax BKAKYEHNA N BbIKNKOYeHUA
Kackaga oToTpaHcaAyKLMN
[na Toro, 4tobbl OMpefennTb, Kakue Mpouecchl B Kackafe (OTOTPAHCAYKLMW ONpeaenstoT
06HAPY>KEHHYIO pasHWULY B YYBCTBUTENIbHOCTU MEXAY TUMUYHBIMU MasioyKamu, 3efeHbIMK
nafioykamy NAryLWKN 1 KOPOTKMMM peLenTopami MWHOTU, Gbil MPOBefeH CPaBHWUTENbHBbIN
aHa/M3 KMHETUMKN MX (POTOOTBETOB. YUeT KOMIJ/IEKCHOIO XapaKTepa BbIK/IHOYEHWUs Kackaga,
[OMOMHUTENBHO PerynmpyeMoro KanbLyeBoii 06paTHOW CBA3bI0 U MCKaXEHWUs BOCXOAALLEro
(DPOHTA HA/IOXKEHVEM aKTUBUPYIOLLMX M BbIK/THOYAOLLMX MEXAHW3MOB JpYr Ha Apyra BO3MOXEH
TOMbKO C MOMOLWBIO  NOAPOGHOM  MaTeMaTW4eckoil Mogenn 0TBeTa, TpebytoLleit
npesBapuTeNbHOrO0  3HaHWA  psafa  MeKTPUYECKUX U BUOXMMMYECKMX  NapameTpoB
thoTopeuenTopa [Astakhova et al., 2008; 2015]. MocTpoeHne NOAOOHLIX MoAeNelt ANs 3e1eHbIX
nasnoyek amqumbuin n GoTopPeLLENTOPOB KPYTIOPOTbIX He NMPesCTaBNseTcs BO3MOXHbIM BBUAY VX
HeOCTaTOYHOM M3YYEHHOCTU, MO3TOMY B pamMKax fJaHHOM paboTbl Obl MPUMEHEH YMNPOLLEHHbIV
aHa/n3, XapaKTepu3yoLmii 06LLYH0 CKOPOCTb aKTVBaLWK 1 BbIKNOYEHUS KacKafa.
PaccunTaHHOe paHee pasnnyve B abCONKOTHOW YyBCTBMTENBLHOCTU MEXAY KOPOTKUMU
peuenTopaMnM  MUHOTW,  3efeHbIMW W KpPacHbIMW  NaslodKaMy  NIATYLUKW  NO3BONSET
MPOLLKANMPOBaTb HEHACbILLEHHbIE OTBETbI, NPUBEAA UX K O4HOW abCONOTHOW MHTEHCMBHOCTY
cTuMyna B R*/MKM3 ¥ Bu3ya/lbHO COMOCTaBWUTb KPYTU3HY WX BOCXOAAWMX (has,
COOTBETCTBYIOLLYIO  KMHETWKe akTuBauum Kackaga (Puc. 3). C  yyeTom cpasura
YyBCTBUTE/IbHOCTW, HayasibHble Y4aCTKM OTBETOB 3e/eHbIX W KPACHbIX MaloYek NArYLLKU
NpakTUYeCKW COBMaJaloT, B TO BPeMs, Kak BOCXOAsLLAsA (ha3a OTBETA KOPOTKOrO peuentopa
MWUHOIM pa3BMBaETCA NMPUMEPHO B 5 pa3 Mef/IeHHee, YeM Y TUMUYHBIX Nanoyek.

Puc. 3. OueHKa KMHETMYECKUX MapameTpPOB HEHACLILEHHbIX (DOTOOTBETOB 3eNeHbIX ManoyeK
NArYWKM (8) M KOPOTKMX PeLenTopoB MUHOTM (6) B CPaBHEHWM C TWMUYHBIMU KPaCHLIMU
nanoukamy nSrylwku. [Ins oueHku 3g(eKTUBHOCTU aKkTuBauuM Kackaga (hoTOTpaHCAyKLMN
BOCXOfSLL e (PPOHTbI, 0TBETOB NEPexoAHbIX (hOTOopeLenTOoPOB GblM CKOPPEKTUPOBAHBI, HA CABUT
B abCOMOTHON YyBCTBMTENLHOCTN OTHOCUTENLHO 3TaNoHa — KpacHbIX Nanouyek. 3aTem
NpPON3BOANNACH UX NOATOHKA K 3T aNoHy NyTeM JOMHOXKEHUS Ha YNCNOBOM KO3t (NLMEHT. YepHbie
NMHUM  NOKa3blBAOT HaWyyllne annpoKCUMaLMM HUCXOAAWMX (POHTOB (POTOOTBETOB
9KCMOHEHLMANbHLIMU (OYHKLMSMI, 3HAUEHUS NOCTOSHHbLIX BPEMEHW MPUBEAEHbI, PAAOM. MOMEHT
BCMbILUKM OTMEUYEH TPeyroNbHUKOM.

OueHKa KWMHETUKU HUCXOASLLEN (hasbl (POTOOTBETA MO MOCTOSHHON BpEMEHU
3KCMOHEeHLabHOM (yHKUyM (Prc. 3) MOKasasa, uTo Y 3e/1eHbIX MasoyueK BbIK/HUYEHE Kackaaa
(hOTOTPAHCAYKLMM NPOMCXOAMT Mef/IEHHEE, YEM Y KPaCHbIX Najiovek, 1, No-BUAVMOMY, UMEHHO
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5T0 paznuyre o0yclaBIMBaeT WX IIOBBIIEHHYIO YyBCTBUTEILHOCTH. [IpOIecchl BRIKIIOUESHUS
Kackajga B KOPOTKUX (DOTOpEIenTopaXx MHHOTH, HAIPOTHB, IIPOTEKaOT OBICTpee, 4YeM B
TUITMYHBIX [TAJIOYKAX, YTO COBMECTHO C 3aMeICHHON aKkTUBaIel o0ecieunBacT CPaBHUTENHHO
HU3KYIO a0COTIOTHYIO YyBCTBUTEIBHOCTE.

JloronmHuTeIbHO OBUT IIPOBE/ICH aHANIM3 BPEMEHH JI0 IMKa (OTOOTBETa U €r0 BPEMEHHU
WHTETPUPOBaHUS. B COOTBETCTBHM € pasIMUMSIMU B KHUHETHKE IIPOIECCOB AaKTHBAlMU MU
BBIKIIIOUEHHS Kacka/a GOTOTPaHCyKIMH, BpeMsI HHTEIPHPOBAHUS U BPEMs JI0 ITHKa Y 3€IEeHBbIX
TIaJIOUeK JISTYIIKH 0Ka3aI0Ch BBIIIIE, YeM Y KPacHBIX IATOUEK. Y KOPOTKUX PELENTOPOB MUHOIH
B CBOIO Ouepe/p, 00a MapaMeTpa OKa3aluch HIDKE, YeM Y TUIIMYHBIX IIaTOYeK, YTO CBA3AHO C
Gonee OBICTPBIM BBIKIIOUEHHEM B Kackaje (OTOTPAHCIYKIMH, IIPEPHIBAIONIAM pa3BUTHE
doToOoTBETA JI0 TOrO, KaK YCIIEET 3aKpBIThCS 3HauuTenbHOe uuciao Il MO-yIpaBisieMpIX
KaHaJIoB. PesyIbTaTsl aHam3a KWHETUKY GOTOOTBETOB IIPHUBEICHEI B Tabm. 3.

Tadn. 3. IHapavempsr kunemuxu omoomeema pasiuunsix omopeyenmopos. Jlannvie
npedcmasnensl KaK cpednee + CMAHOAPMHOE OMKIOHEHUe, R — HUCIO KIemOK, ONA KOMOPBIX
npouzeoounUcy pacuemsl. * — 00CHOsepHble OMMUYUA OM KPACHBIX HANLOYEK JASYWIKYU O KPUMEPUTO
Totoxu (p< 0.05). ¥ - Oannsie no nanouxam mou uz pabom [Raport et al., 1994; Lamb, Pugh, 2006;
Wang et al., 2018]. Bee usmepenusa ona nanodex mviuiu 6bimoanenst npu mesmepamype 37 °C, yeunenue
PAcCUUMAnO HO OMHOUWEHUTO K KPACHBIM RANOYKAM JHcabbl-aeu.

Kpacnsre 3esieHble Kopotkne
Iajgouxkn
TMAJTOYKH MAJIOYKH penenTopsl 4
MBIIITH
JISITY KA JISITYIIKH MHHOI'H
Omnociresnan 1.02 +0.39 1.02 +0.49 0.19 +0.11
CKOPOCTh AKTHBAIHH (n-8) (n=10) (n-12) * 3.2
B ¢IUHUIIEe 00beMa
IlocTostHHAs BpeMeHn 0.89+0.32 1.27 £0.38 0.57 +0.10 021
BBIKJIIOYEHHS, C (n=8) (n=10) * (n=12) * ’
Brenst 10 KA. ¢ 0.55£0.08 0.97£0.22 0.21£0.04 013
PEMIL X ’ (n=8) (m=11) * (n=12) * :
Bpems 1.17 £0.41 1.68 £0.29 0.73£0.13 026
HHTEI PHPOBAHUS, € (n=8) (n=11) * (n=12) * ’

Ananmu3 kueeTuKH GHOTOOTBETA TIO3BOIISIET CIEIaTh BBIBOJL O TOM, UTO 3€JICHBIE IATOYUKU
6ecXBOCTBIX aMpUOMIi a[alITHPOBAHbl K POIU PELIETITOPOB HOUHOTO 3PEHUs JaXe B GOJIbIIeH
CTEIIEeHY, YeM TUIIMYHBIE KPAaCHBIE MTATIOUKH TOTO e BH/a 3a cueT Golee MeUIeHHON KUHETHKY
BHIKIIOUEHHS. B pesynpTare yBEIWUMBAETCS BPEMs MHTEIPHUPOBAHUS, YTO II03BOJIIET KIIETKE
Gonee >¢ddexTUBHO CcOOHpaTh CTATUCTUKY (POTOHOB B YCIOBHAX HU3KOH OCBEIIEHHOCTH.
HUceneoBanre MaTThIO3a Ha kale-are ¢ IpUMEHEHHEM YIIPOIIEHHOH Mojemi GoTooTBeTa He
BBISIBIIIO Pa3iMuMii B KMHETHKE €€ 3eJI€HBIX ITaloueK B CpaBHEHMHU ¢ KpacHBIMHU [Matthews,
1983]. bomee mozmmsist paboTa Ha TOM e BHJE IIOKa3ala, YTO BBIKIIOUEHHE KX Kackaja
(GOTOTpaHCYKIIMH TakKe 3aMeJUICHO, OJHAKO CJIBUI UyBCTBUTEIBHOCTH IIPOSIBIISETCS TOJIBKO
JUISL OTBETOB Ha JUIMTEILHBIE 3aCBETKH, HO HE KOPOTKHUE BCIIBIIIKU CBETA, B OTIIMUHE OT 03€PHON
msryniku [Astakhova et al., 2021].

Huskast aGcoroTHas 1yBCTBUTENBHOCTh KOPOTKUX PELEITOPOB MUHOIH II0 CPABHEHHUIO
¢ TUITMYHBIMH ITAJIOYKAMH CBSI3aHA ¢ TOHMKEHHBIM YCUIICHHEM B KacKa/le ¥ O/THOBPEMEHHO €ro
YCKOPEHHBIM BBIKIIFOUEHHEM. HecMOTps Ha TO, YTO IIOUKU MBIIEH MMEIOT abCOIMIOTHYIO
YyBCTBUTEILHOCTh, ONM3KYIO K perenrtopaM MuHoru (Tabm. 2), MX CKOpPOCTh akTUBAaIUU
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CYIIECTBEHHO BBIIE, M JaKe IIPEBBIIAECT TAKOBYIO IS HMAIOYEK JHTYIIKH, 3a cueT Oolee
BBICOKOM TemmepaTypbl Tena [Lamb, Pugh, 2006] (Ta6m. 3). IloHmkeHHOE OTHOCUTETHHO
IaJlouek ycuileHne B Kackaje (OTOTpaHCAYKIMH SIBISETCS THUIIMYHOH 4epToH KoIGo4YeK PhIO
[Kawakami, Kawamura, 2014; Astakhova et al., 2015], 4To CBUAETETLCTBYET O MEPEXOTHOM
XapakTepe KOPOTKUX PEIeNTOPOB MUHOTH. KHHETHKa BBIKIIOUEHHUSI KOPOTKUX PELENITOPOB C
0JIOH CTOPOHBI OBICTpEE, YeM Y THIIMUHBIX ITaJIOUeK JHSTYIIKY, ¢ APYIOH CTOPOHBI — MEICHHEE,
YyeM y IaJIoueK MbITH. B pe3yibTate, NIUTETbHOCTh UX OTBETOB ONMKE K TUIIMYHO ITaIOYKOBOH,
yeM K KOJIOOUKOBOM (BpeMsl HHTETPUPOBAHUS KPAaCHOMY BCTBUTEIBHBIX KoJI00uek Kapacs 0.15 ¢,
[Astakhova et al., 2015]), uro oxumaeMo sl QYHKIMOHATHHEIX PEIENITOPOB HOUHOTO 3PEHUS.

Cr1ocOGHOCTh TUIIMYHBIX KOJNOOYEK M30eraTh HACHIIEHWS IIPH BEICOKMX JIHEBHBIX
OCBEMIEHHOCTSIX 00eCIIeUMBAETCs. B OCHOBHOM YCKOPEHHBIMU PEaKIMSIMH BBIKITIOUEHHUS Kackajla
($OTOTpaHCAYKIWIY M KallbIeBo¥ obpartHoit cBs3u [l oBapmosexuit u jp., 2015; Kawamura,
Tachibanaki, 2022]. Cumras KOpOTKHE PEHENTOPHl MUHOTH TPUMEPOM TPAHCMyTaIlMH W3
KONOOUYKHM B (YHKIMOHATHHYIO ITAIOUKY, MOKHO IIPEJIIONOKUTh, YTO IIPH COXPaHEHUH
KOIOOUYKOBOH CKOPOCTU aKTUBAITWH, YBEIMUYEHHE MX UyBCTBUTENBHOCTH IIPOM30ILIO 3a CUET
3aME/IIEHUSI ITIPOIIECCOB  BBIKIIOUEHUS. AHAIOTHYHBIM 00pa3oM IIPOUCXOJUT YBEIUUCHHUE
YyBCTBUTEILHOCTH 3€IICHBIX ITAJI0YEK OTHOCHUTENBHO KpacHBIX. [lo-BUAMMOMY, IIOBBIIICHHE
5(PEeKTUBHOCTH aKTHUBAIMU sBIsieTcs Oojiee IO3THUM JIOTIOJIHUTEIFHBIM 3BOJIOIMOHHBIM
IpuOGpEeTeHNEM TIaJI0UeK, 8 OCHOBHBIM MEXaHHN3MOM YBEIUYUECHIS 1yBCTBUTEILHOCTH SIBIISETCS
MeJJIEHHBIH IIPoliece MHAKTUBAIUHI KacKa/a.

CTadWIBHOCTH 3pUTE/THHBIX MHTMEHTOB IEPEX0IHBIX (POoTOPEIenTOPOB M0 CPABHEHUIO €
MHATMEHTAMH MAT09eK 0 KoJI004eK
CoOcTBeHHbIE OHOXMMHYECKHUE CBOMCTBA 3PUTENPHOIO IIMIMEHTA Takke BaKHBI JUIs
¢byHKImOHATEHOH pou goTtopenierrtopa. OJHOM U3 KIIOUYEBBIX XapaKTEPUCTUK ITUIMEHTA IS
PELIENITOPOB  HOYHOTO 3DPEHMS, SBISIETCS €r0 CKIOHHOCTh K CIIOHTAHHBIM TEIUIOBBIM
n3oMepm3arsM. TernoBsle (IyKTyali MOJIEKYJIb peTHHAIS BHY TPH XPOMOQOPHOTo KapMaHa
OIICHHAa MOTYT IIPHBOJMTH K CIIOHTAHHOM aKTWBAIMM IMI'MEHTAa U IIOCIEIYIOMEMY 3allyCKy
kackaza dorotpancaykium [Barlow et al., 1993; Bocchero, Pahlberg, 2023]. B pesymbrare, B
IIONHOM TeMHOTe (DOTOPEIENTOPBI T€HEPUPYIOT CIIyYalHble O/THOHAIIPABICHHBIE BOIHBI TOKA,
HUJCHTUYHBE TI0 (opMe OFHOKBAHTOBBIM oTBeTaM (OKQO) — mUCKpeTHBIT TEMHOBOM IIyM,
COCTaBJISIIONMI HECHUKAEMBIM UCTOUHUK IIIyMa KIETKH U OTPaHUUMBAIONIMHA ee IPe/eNbHY IO
uyBCTBUTETHLHOCTE [Baylor et al., 1979a; 1980].

OrieHKa 4acTOThl JUCKPETHBIX TEMHOBBIX COOBITHII B Da3MMUHBIX (OTOpPELENTopax
IIPOBO/IWIIACH ITy TEM aIIPOKCUMAITUH FUCTOIPaMM pacIIpe/ielIeHus] ToKa cle Ty ommel QyHKImedt:

_ vr - ((i—kxr(®)’

pi)=A4A J; exp 552 dt

31ech, A — HOPMUPOBOUHBIN KOA)DHUIMEHT, ¢ — JUCIIEPCHSL Ay CCOBa PacIIpeIeIeHus,
OIIHCHIBAIONIETO HETIPEPHIBHBIN TIyM KIIeTKH, #(1) — OKO doToperientopa, onpeensieMbrii Ha
OCHOBe cTaTrcTHKH lyaccoHa oTBeTOB Ha ciiabble BCILOIIKU cBeTa [Baylor et al., 1979a], f—
yactota OKO-mToo6HBIX  WICKPETHHIX TEMHOBBIX COOBITHH, &k — MacimTabupyronmit
ko3purmeHt mIs KoppekTrpoBku aMrmmTyapl OKO B xojae ampokcumariu. [lpumeps
3aImceit TEeMHOBOTO TOKa (GOTOPEIETITOPOB U UX aHalTN3a IIPUBE/ICHBI Ha Prc. 4.

Kosddurmenr & mpu pacuerax I03BOISIET y4ecTh BapuaGelIbHOCTh AMIUIHTY JIBI
OT/IENBHBIX JUCKPETHBIX COOBITHI U TO, UTO €€ YCPEJHEHHOE 3HaUEeHUE He BCET1a COOTBETCTBYET
paccumranaomy OKO [Astakhova et al., 2017]. CxoppekTupoBaHHas CpefHSsI aMIDIATYJa
JIUCKPETHOTO cOOBITUS cocTaBiieT 2.3 £ 0.8 % oT TeMHOBOIO TOKA KIIETKH JUISL KPAaCHBIX MAJIOUEK
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narywku, 41 = 1.5 % 404 3efeHblX nanovek, u 8 £ 6 % N4 KOPOTKUX PELenToOpoB MUHOTK.
MonpaBoYHbI KOSPDULMEHT K ANS GONBLUMHCTBA KNETOK MUHOTM Bbin 60MblUe 1, MO3TOMY UX
cpefHee AWUCKpeTHOe cobbiTve Gorblue no amnautyge, Yyem OKO, 4TO MOXET 3aTpyfHATb
[eTeKTUPOBaH/e OAMHOYHbIX (hOTOM30OMEpM3aunii. B pesynbTaTe, BenMYMHA [LUCKPETHOrO
CobbITUS /19 KOPOTKOrO peLentopa MWHOTM B cpefHem 6onee yem B 3 pasa NPeBOCXOAWT
TaKoBYIO /151 KPAaCHbIX Manoyek NAryLLKu, B TO BPEMSA KaK OTHOCUTE/IbHbIE amnnTy bl nx OKO
noyTy COBMaatoT, B COOTBETCTBUMN C UX YYBCTBUTENLHOCTLIHO.

Puc. 4. AHanu3 4acTOTbl ANCKPETHbLIX TEMHOBbLIX COBbITUI hoTopeuenTopa. (a) Mpumepsl
3anuceil TEMHOBOrO TOKa KPACHOI 1 3eNeHOol Nanoykm NAryLwku, n KopoTKOropeLenTopaMUHOTH.
(6) Mpumep aHanM3a 4acTOTbl, TEMHOBbIX COObITWIA KpacHOW nanoyku. KpacHas nuHus —
rncTorpamMmma nnoTHOCTMW BEPOSTHOCTYW MCXOLHOMN 3aNMCK TeMHOBOro TOKa, NyHKTMpHaa N1HMA
—pyHKUus [aycca Ans 3anucu ¢ Bbipe3aHHbIMU TEeMHOBbIMU cO6bITUAMU (0 = 0.112 nA), cnnowHas
NVMHUA — Haunyylas annpokcMMalns rucTorpaMMbl, NIOTHOCTMW BEPOSTHOCTU (DyHKUMeR (2)
(4acTOTa AMCKPEeTHbIX TEMHOBbIX CObbITHIA 0.017 ¢ ).

OueHKa YacToTbl ANCKPETHBIX TEMHOBbIX COObITUI B 3e/1EHbIX ManoUKax NAryLKM 04eHb
6/1M3Ka K TaKOBOW [/11 pOAONCHMHA KpacHbIX nanodek (Tabn. 4). Takas BbicOKas CTabunbHOCTb
HeoXungaHHa, MOCKO/bKY 3efleHble NasloyKm aKcnpeccupyoT KON6GOUKOBbIN
CUHEYYBCTBUTENbHBIA SWS2-NUIMEHT, AN KOTOPbIX XapakTepHa CyLLecTBeHHO 60/ee Hu3kas
CTabUNbLHOCTb, YeM Y MafioyKoBbIX NUrMeHToB [Luo et al.,, 2011, Yanagawa et al., 2015]. Ans
KOPOTKMX PEeLenTopoB MWHOMM 4YacToTa AWMCKPETHbIX TEMHOBbIX COBbITUIA Ha KIETKY Takke
OKa3blBaeTcs 6/113Ka K TaKOBOW Y TUMNYHbIX KPaCHbIX Nafiovek NAryLKm.

KOHCTaHTa CKOpOCTY CMOHTaHHOM akTMBaLMW SBNSETCA COOCTBEHHOM XapaKTepPUCTUKOM
3pUTENbHOrO0 MWIMEHTa, He CBA3aHHOW C pa3MepamMu KNeTKu. PacuyeTbl mnokasanu, 4To ee
3HaYeHWA [19 MUIMEHTOB KPAacHbIX W 3eMeHbIX MafoYeK NArYLWKU CTaTUCTUYECKM He
pasnnyaroTcs, B TO BPeEMA KakK 418 NMUIMeHTa KOPOTKMX PeLenTopoB MUHOTY OHa OKa3blBaeTcs
Ha 15 nopsigka Bbille, YeM Yy TUMUYHO Nano4vyKoBbIX NUrMeHTOB (Tabn. 4). B 10 e Bpems,
MArMEHT KOPOTKMX PELEnTOopoB CYLLECTBEHHO CTabunbHee, 4YeM TWUMWUYHO KOMGOUKOBbIE
(KOHCTaHTa [N KpacHOYYBCTBUTE/IbHOTO MUIrMeHTa Konbouek uenoseka 13400*10-11 c'l
[Donner, 1992; Fu et al., 2008]). M0OXHO NpeAnonoXunTb, YTO HU3KasA CTabUIbHOCTb NUIMeHTa
MWHOTM CBfi3aHa CO CLABWIOM €ro YyBCTBMTENBHOCTM Ha 13 HM B A/MHHOBOMHOBYIO 06/1aCTb
OTHOCWTENbHO pofoncuHa narywkn [Govardovskii, Lychakov, 1984]. CornacHo cOBpeMeHHbIM
npeAcTaB/ieHUsIM, YPOBEHb AVCKPETHOrO TEMHOBOIO LUyMa NPW 3TOM J0/KEeH YBENUUMBATLCS,
MOCKOJIbKY 3HEPrus [IMHHOBO/HOBbLIX (DOTOHOB HUXE, YeM Y KOPOTKOBOJIHOBbLIX, YTO CHUXaeT
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SHEepreTUUecKui Gapbep Il CIOHTAaHHOW akTHBaIrmy rmrMenTa [Barlow, 1957]. s poBepku
STOM ruIoTe3pl ObUIA pacCcUMTaHa KOHCTAHTa aKTHBAIMK IMMIMEHTa IaOYeK CTEepIBiIU C
MaKCHMyMOM IIOTJIOIIEHHS!, CABMHYTHIM Ha 43 HM B JJTMHHOBOJIHOBYIO 00JIACTh OTHOCHUTENHHO
pogoricua Jrymky. OHa OKa3alach CYIIECTBEHHO HIDKE, YeM Y IIMTMEHTa KOPOTKHX
PELENITOPOB  MHHOTH, YTO JOKa3pIBaeT IIPOMEXYTOUHYIO IATOYKO-KOICOUKOBYIO IIPUPO,TY
riocneHero. OHako, 6rarofaps MajloMy pa3Mepy HapyKHOTO CeIMEHTa, 4YacToTa JIMCKPETHBIX
cOOBITHI Ha KIIETKY Y KOPOTKHUX PELIETITOPOB OKa3hIBAETCS TAKOH e, KaK Y TUITMYHBIX ITAJI0YeK,
TO €CTh HU3Kas! CTaOHIBHOCTH IIMTMEHTA He OTPaHUUMBAET UX IIPEJIENBHYIO UyBCTBUTEIBHOCTD.

Taon. 4. Ilapamempuvt OUCKpemHO20 MEMHOGO20 WYMA (POMOPeYenmopos. Amax — ONUHA GONHbL
MAaKCUMyMa RONOUEHUA 3PUMENLHO20 RUSMEHMA (HA OCHO8e MUKPOCHEKMPOGOmoMenmpuieckux
sanuceil), f— wacmoma memHogbix cobvimuii 6 knemke, K4 — KOHCMAaHmMa ckopocmu CHOHMAHHOT
armMueayuy  3pumenvHoeo nueMenma. Jlanuvie npeocmasnensi KAk cpedHee + cmanoapmmuoe
OMKNOHEHUE, 11 — YUCTO KIEMOK, Ol KOMOPbIX NPOU3E0OUNUCE pacteimsl. * — docmoeepHble OmaudiA
om Kpacueix nanoyex aseywiku no kpumepuio Toioxu (p< 0.001), * — docmosepnvie omnuuus om
kpacuwsix nanouex nazywxu no kpumepuio Totoxw/[Jannemma (p< 0.001), ¥ — docmosepusie ommuuus
KOPOMKUX Peyenmopos MUHO2U Om RA0YEK cmepaaou no kpumepuro Jlannemma (p< 0.001).

Kpacnsre 3esieHbIe Kopotkne
Ianouxn
MAJTOYKH MAJIOYKH penenTOpBI
CTepiAan
JIATYIIKA JIATYIIKH MHHOTH
Amax, HM 502 433 515 545
£t 0.03 £0.01 0.02+0.01 0.04 £0.01 0.08+0.02 *
¢ n=9 n=13) n=12) n=11)
K. c1%1011 0.7+0.1 09+03 29.1+6.7 *# 7.8+20%*
A n=8) n=12) n=12) n=11)

TonbITKY TIPOBECTH OIEHKY CTaOWIBHOCTH 3PUTEIBHOIO IIMI'MEHTA 3€IEHBIX Ialouek
6ecXBOCTHIX aMpUOMi IPeNIPUHUMAIINCH PaHee, OJHAKO PE3YJBTaThl JBYX HE3aBUCHMBIX
nuccienoBanmii pazmdarotcs B 400 pas [Matthews, 1984; Luo et al, 2011]. Hama paGota
paspelaer 3To IIPOTHBOPEUHE, ITOKa3bIBast, YTO IIMTMEHT 3€JIEHBIX ITAJIOUeK JIITYIIKH OIHU30K 110
cTaGUIBPHOCTH K POJIOTICUHY KPacHBIX ITATI0UEK, YTO COOTBEICTBYET PE3yNbTaTy MpTThIo3a I
nurMeHTa xabel-aru [Matthews, 1984]. Dto cmmbHO pacxomures ¢ pesyiabraroM JIyo ¢ coaBT.
[Luo et al., 2011], OTYUYMBIIMX 3KCTPEMAIHFHO BBICOKYIO KOHCTAHTY CKOPOCTH CIOHTaHHOM
aKTUBAIMH JUIS1 IIMT'MEHTA 3€JIEHBIX IIaT0YeK, aHAJIOTOB KOTOPOH Cpe/| JPYIUX IIMTMEHTOB He
obHapyxeHo. Jlyo ¢ coaBT. He IPOBOAWIM aHAIW3 THCTOIPAMMBI paclpe/ielieHUs TOKa, a
TI0/ICYMTHIBAIN TEMHOBBIE COOBITHS BPYUHYIO, YTO MOIJIO IIPUBECTH K HEJIOOIIEHKE UX YUCTIa U,
Kak CJIe/ICTBHE, K HEBEPHOH OIEHKE CKJIOHHOCTU IIMTMEHTAa K CIIOHTAHHBIM HM30MEPH3aIlMsIM.
Taxxe pesynpTaThl Hareil paGoThl XOPOITIO COOTBETCTBYIOT SKCIIEPUMEHTaM Ha IIMTMEHTax in
vitro, B KOTOPHIX OBUIO MOKazaHo, 4To SWS2-TIMTMEHTH OecXBOCTBIX aM(pUOUii MMEIOT
CTaGWILHOCTD, GIM3KYIO K TaTOUKOBBIM pojtoricuiaM [Kojima et al., 2017], uto roBoput 06 mx
cTaCHIH3aIUY B X0/I€ a/JallTal[{H 3€JICHBIX MTAJIOUeK K PO PELETITOPOB HOUHOTO 3PEHMUSL.

Kunernka $oTonsa 3puTeIbHBIX NHTMEHTOB NepeX0IHbIX GoTopelenTopoB 1o
CPaBHEHHIO ¢ MUTMEHTAMH TAJI04YeK H KoJI004YeK

JIpyruM BaKHBIM OMOXUMHUYECKUM IIapaMeTPOM 3PUTEIBHOTO IIMTMEHTa SIBIIETCS] CKOPOCTh €ro
pacraia 1ocne oGecrBeunBanus (doTommsa). llormomeHre KBaHTa CBeTa 3PUTETBHBIM
[IUTMEHTOM HHUITUUPY €T [10CIIe[0BATEFHOCTH KOHDOPMAIMOHHBIX IIPEBPAITIEHHUH, B pe3yIbTaTe
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KOTOPBIX OH IIEPEXOIUT B aKTUBHOE COCTOSIHUE, a 3aTeM pacliajiaeTcs Ha cBOOO MBI PETHHATD U
orrcuH. CKOPOCTh 3TOr0 IIporiecca y KOJIOOUKOBBIX ITMTMEHTOB CYIIIECTBEHHO BBIIIE, YeM Y
mamoukoBbIX [Golobokova, Govardovskii, 2006, Yanagawa et al., 2015], uro ompepenseTcs
JKECTKOCTBIO CBS3BIBAHHUS PETHUHAISI B XPOMO(DOPHOM KapMaHe, U, KaK CJIE/ICTBHE, CBSI3aHO CO
CTaGHIBPHOCTBIO IIMIMEHTA. Y KOJOOUKOBBIX ITMI'MEHTOB XpOMO(Qop JIErko BBICBOOOXKAAETCS
1iocne 00eCIBEUMBAHIS, YTO II03BOILIET (OTOPEIEHTOPY COIPOTUBILATHCS BHICOKUM YPOBHAM
OCBEIIEHHOCTH, IIPH KOTOPBIX aKTHBAIMA Kackajla II0/IepKUBaeTcsl OCTATOUHOH aKTUBHOCTHIO
GOIBITIOTO YHCTIa TIPOMEKY TOUHBIX MPOoAYKTOB doTommsa [Firsov et al., 2005; 2007]. O6patHoit
CTOPOHON BBICOKOH CTaCHIBHOCTH POJIOIICHHOB IAOYEK CTAHOBUTCS MX HU3Kasg CKOPOCTh
doTomm3za, crIocoCCTBYOMIAST HAKOIDIEHUIO JOITOKUBYIIMX (GOTOIIPOIYKTOB U HE ITO3BOJIIIONIAS
OBICTPO BOCCTAHABIMBATH UyBCTBUTEILHOCTh IIPU JHEBHBIX OCBEIIEHHOCTAX. 1IOCKOIBKY B
pesyibpTare QoTonmsza XpoMODOPHBIM KapMaH OCBOGOKIAeTCs NI MOBTOPHOTO CBSI3bIBAHUS
peTHHAS, CKOPOCTh 3TOr0 IIpollecca Takke olpejensder Oonee OBICTPYIO pereHeparuio
3PUTETHHOTO TIMTMEHTA B KONMOOUKaX IO cpaBHeHMIO ¢ Tlarnoukamu [Shichida et al., 1994].

B nmannoM paGoTe METOIOM MHUKPOCIIEKTPO(oTOMETpUr OBLTH HCCIIE0BAHBI IIPOIECCH
($oTOMM3a 3PUTEIHLHBIX IIMTMEHTOB KOPOTKHUX PEIEIITOPOB MUHOTH U 3€IIEHBIX IATOYEK JISTYITIKH,
U COIIOCTABIEHBI C Y€ H3BECTHBHIMH JAHHBIMUA O THUIIMYHO IIQJIOYKOBBIX U KOJOOUKOBBIX
rurmenTax. POTONN3 BceX M3YUEHHBIX IIMTMEHTOB IIPOTEKAN II0 cXOkell cxeMe: cpa3sy Iocle
06ecITBEUNBAIONIEH BCIIBITIKY B CIIEKTPE POTOMPOAYKTOB HAGTIOAAICS OCHOBHOM ITHK Ha 380 HM
U JIONOJTHUATENBHBIM Ha 475 HM, COOTBETCTBYIOIIME OOpa30BaHMIO MeTanpojykroB 11 u 1,
cootBerctBeHHo (Meta [ u II, cm. Puc. 5A, b, B). 3atem cmecr Meta [/Merta 11 yactmamo
npeppam@aercs B MeranpoAykT III (mmk oxono 475 HM udepe3 JIECATKA CEKyHJ[ II0cie
oGectiBeurBanus ). Mertanpoayktsl 1, 1T u 11 BEICBOGOKAAIOT PETUHAND, IIPOJYKTHI KOTOPOTO
BHOCAT OCHOBHOI BKJIaJ| B CIIEKTP Ha KOHEUHBIX STallaX pacliaja. MeTarpoyKThl HaJIeKHO
OTIMMMMBI OT PETHUHAIS U €ro IPOM3BOJHBIX II0 HATWYMIO JMXPOM3Ma CIEKTPOB. Takum
00pa3oM, MOKHO OJHO3HAYHO PAcCUATATh XOJ[ M3MEHEHUS CyMMapHOH KOHIIEHTPAaIMK BcexX
METAIIPOyKTOB T0CiIe 00eCBEUMBAHUS (AIMIPOKCUMUPYIOTCS CYMMOI/Pa3sHOCTHIO HECKOIIBKUX
3KCIIOHEHT), UCIOJIb3YSl 3HAYEHUS ONTHYECKOI IIOTHOCTH OKolo 380 u 475 HM Ipu JBYX
moysIpr3anusIx (torepeyunoii T u popomsHoit L, cM. metoauky [Kolesnikov et al., 2003]).

3pUTEIbHBI IMI'MEHT 3€NEHBIX IAJIOUeK O3EPHON JLITYIIKHU JIEMOHCTPHPYET OYEHb
BBICOKYIO CKOPOCTH pacliajia, 6oee OIU3KYIO K TUITMYHO KOJIOOUKOBOH, YeM K IaoukoBoi (Puc.
5T). CymmapHas koHIeHTpaims ero MeranpoiykroB I, II u Il cHmkaercss co BpeMeHeM
nonypactazia 20 ¢ mpotus 260 ¢ y PoJIOIICHHA KPAaCHBIX I1aJI0UeK, YTO XOPOIIO COITIacyercs ¢
0oIee paHHUMU JIAHHBIMU JUTS TPaBSHOU JTYNIKU (Rana temporaria) [1'omoGokoBa u jp., 2003].
O1HaKO IOy YeHHbIE JJaHHbIE IIPOTUBOPEYAT TEKY UM IIPEICTABICHISIM O BIMSIHUM OTKPBITOCTH
XpoModopHOTO KapMaHa Ha CHOXMMHUECKHE CBOMCTBA 3pUTENIHFHOTO IIMTMEHTa. B COOTBETCTBUI
C HUMH, BBICOKOCTAOWJIBHBIM IIMI'MEHT 3€JICHBIX IaOYeK O3€PHOM JIIYIIKY JOKEH UMETh
HI3KYIO CKOPOCTh (pOTOMM3a, UTO TOKa3aHO I MUrMeHToB in vitro [Kojima et al., 2017]. C
JIPyTOii CTOPOHBL, BBICOKAS! CKOPOCTH (POTOIM3A COTTIacyeTcs ¢ pesylIbTaTaMU SKCIIEPIMEHTOB I10
pereHepalvy  IIMTMEHTa 3elleHbIX manouek [Maypep, loBapmosckuii, 2013] u ero
obecrBeunBaHMIo THApokcmwaMuaoM [Dartnall, 1967, Darden et al., 2003]. Takum o6pa3zom, B
WHTaKTHBIX KJIETKaX 3PUTENBHBIA IIMIMEHT 3€EHBIX Ialo4eK IapaJoKcalbHBIM 00pa3oM
coueraeT HU3KYIO CKIIOHHOCTh K CIIOHTaHHBIM H30MEPU3AIIISIM ¢ BEICOKOM CKOPOCTBIO paciia/ia.
MoHO TIPeIIoNOKUTh, YTO B HAPYKHOM CEI'MEHTE 3€lICHOH ITalouKy IPUCYTCTBYIOT HEKUE
BCIIOMOTaTeNbHBIE OENKH, YCKopsolye porecc Gotommsa. Guznonoruyeckast poib GhICTPOro
paciiajia IMrMeHTa He SICHA, U BO3MOKHO SIBIISIETCS Py TUMEHTapHBIM CBOUCTBOM, OTPaKarOIIM
€ro KoJIO0UKOBOE IIPOUCXOK/IEHUE, OJTHAKO HE OTpaHUUHMBaroIiee QyHKIOHUPOBAHUE 3€IICHBIX
aJIoueK B POJIH CBEPXCIIEIMAII3UPOBAHHBIX PELIEIITOPOB HOUHOTO 3PEHUL.

18



Puc. 5. ®0oT0nm3 3pnTeNnbHbIX MMIMEHTOB pa3nnyHbIX hoTopeLenTopos. MocnefoBaTeNbHOCTh
CMeKTPOB NPU NOMNepeYHoi NonApu3aLmMn cBeTa nocne obecLBeynBatoLLeil BCbILLKN AN KPACHbIX
(@) 1 3eneHbix (6) Nnanoyek 03epHON NATYLLIKM 1 KOPOTKUX peLenTopoB MuHoru (B). (r) AuHamuka
pacnafa CyMMbl, METanpoAyKT 0B Pa3NuyHbIX 3pUTeNbHbIX MMIMEHTOB. PaspbiB BpeMeHHOI Ocu
BHECEH [NA [JeMOHCTpauuu NOo3fHWUX NPoAyKTOB (DOTOMM3A NMUIMEHTOB Nanoyek. [laHHble Mo
KpacHbIM W 3eneHbIM Nanoykam NArYLWKNW 1 pelenTopamM MUHOTM NoAyYeHbl, B paMkax AaHHON
paboThl, TakXKe NpUBEfEHbl, AaHHble APYrMX aBTOPOB NO (POTOMM3Y NUIMEHTa nanouyek u
KpacHOUYYBCTBUTENbHBIX KONboyek kapacsa [Golobokova, Govardovskii, 2006].

CymMMapHaa KoHUeHTpauma metanpogykTos I, 11 v 11l B KOPOTKUX peLenTopax MUHOTU
CHWKAEeTCA CO BpeMeHeM nonypacnaga 53 ¢, uTo B 5-6 pa3 ObICTpee, YeM B TUMMYHBIX NaSoYKax
narywku n kapacs [Golobokova, Govardovskii, 2006] (Puc. 5IN). C apyroil CTOpOHbI, Y
NMUIMEHTOB KPACHOYYBCTBUTE/IbHBIX KOMBOYEK Kapacs U aMbuCTOMbI BpeMs nosypacnaja eLle
Kopoue, 1 cocTaBnseT okono 5 ¢ [Ala-Laurila et al., 2006; Golobokova, Govardovskii, 2006].
MpoMeXxyTOYHOE NOMIOXKEHNE MUTMEHTA KOPOTKMX PELIeNTOPOB Kak Mo CKOPOCTU (DOTONM3a, Tak
M N0 CTabUNbHOCTU MEeXAY TUMWYHBIMU MUTMEHTaMW NasloYeK M KOMBOYeK NoAfep>KnBaeT
OCHOBAHHOE Ha TeHEeTUYECKUX [AaHHbIX MPEAMOoXeHNe O TOM, YTO POAONCUH-NOAO6HbIE
MUrMEHTBI KPYTrIopoTbIX (DOPMUPYIOT CaMOCTOSATE/IbHYIO 3BO/IOLMOHHYIO NIMHWIO, OTAENbHYI0
OT POLOMNCWMHOB YeNIOCTHOPOTLIX M03BOHOYHLIX [Collin et al., 2003b; Lamb, 2013]. Takum
06pasoM, He TONbKO KMHETMKA ()OTOOTBETOB KOPOTKMX PELLeNTOPOB MUHOMM, HO U CBOMCTBA MX
3PUTENBHOTO MWUIMEHTa SABMAIOTCA MPOMEXYTOUHLIMU MEXY NasiouKaMy 1 Konboykamu.
MOXHO npeanonoXnTb fiBa BO3MOXHbLIX 3BOMOLMOHHBLIX MYTU MPOUCXOXIEHWUS Takoro
thotopeuenTopa: (1) B pesynbTaTe He3aBepLUEHHOW TpaHCMyTaUWWM TUMWYHBLIX KONGOYeK B
napasneNibHoOi YentoCTHOPOTLIM BETBM MO3BOHOUHLIX; (2) OT npefkoBoro ¢oTopeLenTopa C
HeBbIpPaXXeHHOW Aud(epeHLIMPOBKOA. B nepBoM ciyyae NMPOMEXYTOUHbIE CBOMCTBA KOPOTKMX
peLenTopoB ABNSAKTCA CEACTBMEM HEMOMHOTO (YHKLMOHAILHOTO Nepexoa K ponv peLentopa
HOYHOrO 3peHus, BO BTOPOM — COXPAHMBLUMMMUCA apXaumyHbIMM 4epTaMun (oTopeLenTopa,
CyLLeCTBOBABLLEr0 A0 PasfeneHuns 3BOMOLMOHHbIX MMHWIA Nanoyek 1 KONboYek.

19



BbIBO/IbI
3ajiepkka OTBETOB (QOTOPELENITOPOB OIpefeNsiercss KUHETUKOH STalla CBS3bIBAHUS
dochopmdeTepaspl ¢ aKTUBUPOBaHHBIM TpaHCAYIMHOM. CKOPOCTh STOro IIporiecca B
KonOouKax okasblBaercs B 10 pa3 BBIIE, YeM B IAIOUKAX, YTO MOKET OBITH CBSI3aHO C
0COOEHHOCTSIMHU KOJIGOUKOBBIX H30()opM GelIKoB $OTOTPAHC Ty KIIHH.
3eneHple MATOUKH OECXBOCTHIX aMUOUMl SBISIOTCS BBICOKOCIEIMATM3UPOBAHHBIMU
pelenTopaMyi  HOYHOTO — 3peHus. KuHeTMKa IIpolleccoB  BKIIOUEHHUS — KacKaja
(GOTOTPaHCAYKIIMK Y HUX COBIIQJ@ET C TAKOBOM Y THUIIMYHBIX («KPACHBIX») IATOYEK, a
BBIKIIOUEHHE IIPOMCXOJUT 3HAUMTEILFHO MeEUICHHee, 4YTO JielaeT UX eme Oolee
30 PEKTHBHBIMU JETEKTO PAMU OJIAHOYHBIX (POTOHOB.
3pUTENbHBI MI'MEHT 3€JIEHBIX ITa/I0YeK UMeeT BBICOKYIO TEMHOBYIO CTaOUIIBHOCTD, UTO
[I03BOJISIET  KJIETKE HaJeKHO  PErHCTPUPOBaTh  OJMHOYHBIE  (DOTOM30MEpH3aIIH.
OJIHOBPEMEHHO ITMI'MEHT COXpaHSeT THUIIMYHYIO Ul KOJIOOUEK BBICOKYIO CKOPOCTh
boTOMM3A, YTO IIPOTUBOPEUUT COBPEMEHHBIM IIPE/ICTABIICHISIM O MEXAHU3MAaX CBS3bIBAHUS
peTUHas B XpOMO(QOPHOM KapMaHe OIICHHA.
Kopotkue perentopsl MUHOTH IIPEJCTABIBIOT CcOOOM IEPEXO/HBII 110 KHUHETHKE
¢doTooTBeTa  TEHIT  QoToperienitopa.  OPPEeKTHBHOCTL  TIPOIECCOB  AKTHBAITMN
($OTOTPaHCTYKITMOHHOTO Kacka/a Y HUX COOTBETCTBY €T TUITMUHBIM KONIOOYKaM, a KHHETHKA
BBIKJIIOUEHUS — [TATIOUKaM.
3pUTEIbHBII IIMIMEHT KOPOTKUX PEHENTOPOB MHHOTH II0 YacTOTe€ CIOHTAHHBIX
M30MEpU3aIMi U CKOPOCTH (GOTONM3A 3aHUMAeT IIPOMEXYTOUHOE IIOTIOKEHHE MEXIY
TUIIMYHO  IIJIOYKOBBIMA M KONOOYKOBBIMM. TakuMm  00pazoM  JIOIIOJHHUTENHHO
TIOJITBEPK/IaeTCs TIePEXOIHBIH XapakTep PElelITOPOB MUHOTH.
Tlockonpky o0a HCCIENOBAHHBIX HAMM THIIA IIEPEXOJHBIX PEENITOPOB OKAa3bIBAIOTCS
CIIOCOOHBI  PETUCTPUPOBATh  OJMHOYHBIE  (doToM3OMepu3alMy, (YHKIMOHATLHO OHU
SIBIEOTCS TTartoukaMu. OJTHaKo, QYHKIWS PEeIernTopa HOYHOTO 3PEHUS B HUX Peau3yeTcst
pa3IuuHBEIM 00pa3oM: 3a c4eT BBICOKOA((EKTHBHOM CHCTEMbI aKTUBAllMKM Kackaja B
GompirioM 06heMe (3elleHble W KpacHBle TMAalovKd GecXBOCTHIX aM(uOwmii) Wik MeHee
3¢ dexTUBHOM akTHBAIMK B MATOM 00heMe (KOPOTKUE PEIIEIITOPHI 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 ofthe 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.1O. PoToB
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