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CMOCOOHOCTH KaHaIbHBIC POIOTICUHBI IIIMPOKO MCIIOIb3YIOTCSI B HEMPODU3NOIOTUM U KaPIMOJIOTUU KaK
MHCTPYMEHTBI JUTSI ONITOTeHETUYEeCKOM MaHUITYJISIIIUY aKTUBHOCTBIO BO3OYIMMBIX KJIETOK. BriepBble TOKH,
reHepupyeMble KaHAJIbHBIMU POJOTICMHAMU, ObUTM OOHAPYKEHBI B HATUBHBIX KJIETKAaX 3€JeHBIX BOIOPOC-
neit B 1970-¢ 1. B 3TOM 0030p€e MBI ITPpOCIEXXNBAEM MCTOPHUIO 3TOTO OTKPHBITHSI K 00CYKIaeM COBpeMeHHOe
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BBEJIEHHNE

bakTepropononcuH, y UCTOKOB U3YyYEHMUST KO-
Toporo crosin JI.A. [lpaueB [1—3], ObL1 TepBbIM
pEeTUHATBbHBIM OeJIKOM, OOHAPYXXEHHBIM HE B TKa-
HSIX XKMBOTHBIX, 2 Y MUKPOOPTaHU3MOB. OTKpPbITHE
bakTepuopononcuHa Oesterhelt u Stoeckenius [4]
B Hauasie 1970-x IT. cTtaysio ceHcalueit, a 1erkocTb
BBIIEJICHUST TOTO OeKa B OOJIBIIMX KOJUYECTBAX
13 OpraHu3Ma-xo3siuHa, rajnoapxen Halobacterium
salinarum, 1 UCKJIIOUUTENbHAsI CTAOMIIBHOCTD Clie-
Jlaid ero u3J0JeHHBIM O0BEKTOM HWHTEHCHUB-
HBbIX OMO(U3NYECKUX, OMOXUMUYECKUX U CTPYK-
TYPHO-OMOJIOTUYECKUX ucciaenoBaHuii [5—8]. bes
MpeyBeINYeHUsI MOXHO cKa3aThb, UTO CETOIHS MBI
3HaeM 0 OAKTEPUOPOAONCHUHE HE TOJBKO OOJbIIIE,
yeM O JI00O0M JIPYroM peTMHAJIbHOM OejKe, HO U
Oosbllle, YeM O JIIOOOM MHTErpaJbHOM MeMOpaH-
HOM 0OeJiKe, MOJIE/IbI0 U3YUYeHUSI KOTOPBIX OH CITy-
XUT. B oTauumMe OT 3pUTENbHBIX POAOICHUHOB,
BBITTOJIHSIIOIIMX CEHCOPHYI0 (YHKIIMIO TOCpe-
CTBOM aKTMBUPOBAHUSI SH3MMATUUECKOTO KacKasa,
0aKTEepUOPOIONICUH — BJICKTPOreHHas TPOTOHHAs
MOMIIa, OCYIIECTBIISIONIast TpaHCMeMOpaHHBIN Tie-

Ilpunsareie cokpawmeHus: KP — KaHalabHBIII POOOIICUH;
IPT — nosmgHumii dhoropenenTopHblii Tok; POT — paHHuit
dboTtopenenTopslii TOK.

* Anpecar JUisl KOppEeCMOHASHLIVH.

pEeHOC MPOTOHA M3 ILIMTOIUIa3Mbl BO BHEKJIETOYU-
HYIO Cpely U oOecrieurBaroiass OCHOBHOI Mexa-
HU3M YTUJIM3ALlMU COJTHEUHOI SHEPTUHU B KJIETKaX
rajjoapxeu.

OO6HapyxxeHue (hOTORJIEKTPUUECKON aKTUBHO-
CTU 0aKTEPUOPOIOIICUHA CTUMYJUPOBATIO MOUCKU
MOJOOHBIX MPOLIECCOB Yy IPYTMX MUKPOOPTaHU3-
MOB. BOJIBIIMHCTBO MOABMXKHBIX MPO- U 3YKApUOT
CMOCOOHKI pearupoBaTh Ha CBET U3BMEHEHUEM Xa-
pakTepa cBoero asuxeHus [9, 10]. IlepBbie ceH-
copHbie pomoncuHbl, SRI [11—13] u SRII [14],
ObuIM OTKPBITHL Y Hal. salinarum. Tlpu (poToBo3-
OYXIEHUM 3TU OeJIKM HE TEeHEepPUPYIOT TpaHC-
MeMOpaHHbIE 2JIEKTPUIECKMEe TOKU, a 3ayCcKaloT
9H3UMATUYECKMIA KacKaja, B KOHIIE KOHIIOB MpH-
BOMSIIMIA K ABUTaTeIbHBIM peaKIUsIM KJIETOK.
B otnume oT rajoapxeil, pearupymoimmnx Ha CBET
M3MEHEHUEeM 4YacTOThl PEeBEpPCUM HampaBieHUS
JNBUXKEHUSI, OMHOKJIETOUHBIE 3€JIeHble BOAOPOCU
CHOCOOHBI K HacToslleMy (oToTakcucy, T.e. K
OPUEHTUPOBAHHOMY JABMXKEHMIO 10 HAIIPABJIEHUIO
cBeToBOTO Jyuya [15]. O0cyxXIeHue 3Toro siBeHUsI
¢ E.H. KoHnapatbeBoii, U3BECTHBIM CIELMATNCTOM
o (oroTpodHBIM MUKpOOpraHu3mam [16], a Tak-
K€ yCHelIHas perucrpanus (QOTOMHAYLMPOBaH-
HBbIX W3MEHEHMII TOTeHIIMaJla W30JUPOBAHHBIX
XJIOPOIIACTOB BbICIIMX pacTeHuii [17] croco0-
CTBOBaJIM Havyajly pabOT MO M3YYEHUIO BO3MOX-
HOIl pOJIM 3JEKTPUYECKUX TPOILECCOB B (hOTO-
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peuenuuu 3eJIeHbBIX BoJopocieil Ha Kadenpe
(pU3MKO-XMHUUYECKO OMOJOrMKU OMOJIOTUYECKOTO
daxkynsrera MI'Y non pykosoactsom D.D. JIut-
BUHA. DJEKTPUYECKUE CTaAUU TPAHCAYKIIUU (Ho-
TOCEHCOPHOIO CHUTHaja He yaajJoch OOHAPYXKUTb,
BBOASI MMKPOBJEKTPOI B KJIETKY BOAOPOCIH,
KakK 3TO NeflaeTcsl IJIs perucTpaluy 3JeKTpuye-
CKUX SIBJIEHUI, CBSI3aHHBIX ¢ (poTocuHTE30M [18].
Tonbko pa3paboTKa HOBOIO MeTOJa BHEKJIETOYU-
HOTO OTBENEHUS TPU MOMOIIU BJEKTPOIa-IpU-
COCKU BTOPBIM aBTOPOM HACTOSIIEro 0063opa mo-
3BOJIMJIA 3TOro AoCcTUYh [19, 20].

ITpu momMolm 3TOro MeToaa ObUIO TTOKa3aHo,
YTO OCBEleHUEe B CMEKTpaJbHOM 00JacTu, Xa-
pakTepHOll st (poToTakcuca, MPUBOAUT K TeHe-
paiuu TpaHcMeMOpaHHOTO (OTOPELENTOPHOTO
MoTeHIMana B objacTh MeMOpaHbl, MpUJIeraro-
el K «raasky» (CTUTMe) — BHYTPUKJIETOUHOMY
OpraHouay, TMpencTaBysIoeMy CO00i CKOIJIEHHUE
KapOTMHOWIHBIX TPAHYJ U CIIyXKalleMy JJIsl MOIY-
JIIMM OCBEIIEHHOCTH (hpoTopelienTopa BO BpeMsi
JIBUXKEHUS KJIETKU. MI30TOHMYEeCKOoe pacipocTpa-
HEHME JenoJisapusylomero ¢GoTopenenTopHoro
MoTeHIIMajla Ha MeMOpaHy XXT'YTUKOB BbI3bIBAeT
pereHepaTUBHYIO 2JIEKTPUYECKYIO peakiivio, Io-
JTOOHYI0 MOTeHIMANy JeiCTBUS HelpOHOB. Ycrex
3TUX pabOT OB B 3HAYMTEIbHOI Mepe CBsI3aH C
yIauyHbIM BBIOOPpOM 00BeKTa — Haematococcus
pluvialis, 3eneHoil BOHOPOCIN OTHOCUTEBHO 00JIb-
IIOTO pa3Mepa C 2JIaCTUYHOM KJIETOYHON CTEeH-
Koit. PazpaboTka BTOpBIM aBTOPOM 3TOTO 0030pa
JIPYrOoro OpUTHHAJBHOTO METOda — MU3MEpeHUs
(oTOTOKOB B CycrneH3uu CBOOOMHO ILIABAIOIIUX
MMKPOOPTAaHM3MOB — TTO3BOJISIET PETMCTPUPOBATH
00e cTtaguu 3Toro (OTORJIEKTPUUECKOIO CEHCOP-
HOTO Kackaja MpakTU4YeCKH B JTIOOOM OpraHU3Me,
obnanaronieM (GOTOTaKCUCOM, HE3aBUCHMO OT €ro
pa3Mmepa [21]. Tlpu mnomolIM CycneH3UaJbHOTO
MeTo/a yAaJloCh U3MEPUThb (DOTOTOKU Y BCEX MC-
CJIEIOBAHHBIX 3€JIEHBIX U KPUMTO(MUTOBBIX BOIO-
pocneit [22—27].

B ominume ot GakTepuopomorncuHa, OCHOB-
HOTO KOMIIOHEHTA IMypPIypHbIX MeMOpaH, 3aH1Ma-
fomnx ~50% noBepXHOCTU KJIETKH, (poTopeLemn-
TOpHBIE O€JKM, OTBETCTBEHHBIE 3a (hOTOTAKCHUC
KTYTUKOBBIX BOIOPOCJIEl, MPUCYTCTBYIOT B UX
KJIETKaX B OYeHb HU3KOI KOHIIEeHTpaluu [28] u He
MOAJIAIOTCSI OYMCTKE OMOXMMMYECKUMMU MeTojaa-
MU. Ha ocHOBaHMM aHaiu3a CMEKTPOB AeiCTBUSA
¢ototakcuca Foster u Smyth [29] 61710 BhIcKa3a-
HO MPEeUIOKEHUE, YTO OHU MOTYT OBITh PETUHAb-
HbIMU OenkamMu. OOIIMPHBIA HA0OpP KOCBEHHBIX
JaHHBbIX, Moay4yeHHbIX B 1980—1990-¢ rr., BKIIO-
yas BOCCTaHOBJIEHME (POTOTAKCUCA Y «CJIETBIX»
MYTAHTOB 3eJieHolt Bomopocau Chlamydomonas
reinhardtii, He CIIOCOOHBIX CUHTE3MPOBATh Ka-
POTUHOMIBI, mMOCHe JA00aBACHUS DSK30T€HHOTO
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peTuHaJsl, TO3BOJUA MOATBEPAUTb 3TO MPEIo-
noxenue [30—32]. UaeHTudumuponaTh xe GoTOo-
pelienTopHbIe OeJKM XJIAMUAOMOHAb (a TOYHEe,
KOJMPYIOIIIME UX TeHbI) Ha MOJIEKYJISIPHOM YPOBHE
yIaJ0Ch TOJBKO IOCJIe TOro, Kak ObLIM pa3pabdo-
TaHbl ACLIeBbIE METOIBI CEKBEHHPOBAHUS IIOJIK-
HYKJICOTUIHBIX TIOCENOBATEIbHOCTEH, TpHUYeM
okazajnochk, uto reHoM C. reinhardtii KonupyeT He
olvH, a nBa Takux Oenka [23, 33—35]. [Ipumeua-
TEJIbHO, YTO IO CBOEW aMUHOKUCJIOTHOU MOCJIen0-
BaTeJIbHOCTU, U30MEPHOMY COCTaBy Xpomodopa
1 TIEPBUYHBIM (POTOXMMUUYECKUM IIpoleccaM po-
noncunbl C. reinhardtii okazanuch Ovke K 6aKTe-
PUOPOAOTICUHY, YeM K 3PUTEIbHBIM POAOTICUHAM
>KUBOTHBIX. MccienoBanue oTtoperenTopHbIX TO-
KOB T€HETUYECKMX TPaHC(HOPMAHTOB XJIAMUIOMO-
HaJbl ¢ TOHWXXEHHBIM COePXKaHUEM POIOTICUHOB
MO3BOJIMJIO YCTAHOBUTb, YTO 3TH OEIKHU CIIyXKaT
doTopeuentopaMu mnpu (ortoTtakcuce U HoTo-
¢oOHO# ((hOTOIOKOBOI) OBUTATEIbHOM peak-
LIMM 3TO BOAOPOCIM, XOTA T€HEpUpyeMble UMU
(boToperienTOpHbIE TOKM Pa3MYaIOTCS 1O CBOUM
cBoiicTBaM [23, 28].

Ho B monHoii Mepe YHUKaIbHOCTb POMIOICH-
HOB XJIAMUJOMOHA/bl BBISIBUJIACH IyTEM 3KC-
MIPECCUU MX T€HOB B KJIETKAX >KMBOTHBIX, TAKUX
KaK OOLIMTHI IIMOPLEBOM JISATYIIKH, BBIITOJIHEH-
Hoii Nagel etal. [33, 34] (paHee 3Ta MeToAMKa
Oblla yCIEeUIHO MNpHMMEHeHa M K 0aKTepuopo-
nporicuny [36]). Okasanoch, YTO, B OTJAMYUE OT
5TOTO TOCJENHETr0, POAOIICUHBI XJIaMUIOMOHAIbI
OCYILIECTBIISIIOT TMACCUBHBIII TpPaHCIIOPT KaTHUO-
HOB (HE TOJILKO MPOTOHOB, HO U MOHOB HATpHs,
KaJiusi M, B 3HAYWUTEJIbHO MEHBIIE CTEeIeH!,
KaJblus) yepe3 KJIETOUHYI0 MeMOpaHy, T.e. Ipe-
CTaBJISIIOT cO00I (DOTOAKTUBUPYEMbIE KaTHUOHHBIC
KaHaJibl, EIMHCTBEHHbIE B CBOEM poOJe. DTa 0CO-
OEHHOCTb IMOCIYXMJIa OCHOBAaHMEM [Ji BBEAC-
HUS CIeIUaJIbHOIO TepMHMHA JUISI 0003HAYeHUS
9TUX OEJNIKOB, «KaHaJbHBIE POIOICUHBI» (chan-
nelrhodopsins, KP), ObICTpO BBITECHUBIIEIO UX
MpeXXHUEe HAaMMEHOBAHUS «CEHCOPHbBIE POIOIICH-
HbI XJIAMUJIOMOHAIbI» [23] U «pOOOIICUHBI apXeii-
Horo Tuna» [35].

upoxkyto uzBectHocTh KP mpuobpenu mo-
cJie TOro, Kak ObLIO MOKa3aHOo, YTO C UX MOMO-
IIbI0 MOXHO CTUMYJHMPOBATh aKTUBHOCTh HeEli-
poHoB ocBelieHueM [37—39]. Dra meToauka, mo-
JIyJYUBIIAs Ha3BaHUE «OINTOrEHETUKW», NMPOU3Be-
Jla HacTOSIIYIO PEBOJIIOLNIO B HEHPOGhU3NOJIOTUU
U cMexHbIX obnactax [40—43]. bonee Toro, ecTb
OCHOBaHUs HajaesaATbcs, uTo KP MoryT okazarbes
IMOJIE3HBIMU [IJISI TEHHOM Tepaliuid MHOTMX HEpB-
HBIX, TICUXMATPUUYECKUX U CEPIEUHO-COCYIMCTHIX
3aboneBaHuii [44, 45]. OcoObIit ONTUMU3M BbI3bI-
BaeT BO3MOXHOCTh OMNTOTEHETUYECKOTO BOCCTa-
HOBJICHMSI 3pEHUS Yy MALMEHTOB C JAereHepaluei
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cetyatku [46]. I[IpoTOHHBIE TIOMIIbI, MOIOOHBIE
0aKTepuOPOAOIICUHY, TOXE HaXoAAT IpUMeHe-
HUE B OITOTEHETHWKE B KayeCTBE WHCTPYMEHTOB
I TIOJaBJIEHUs] aKTUBHOCTU HelpoHoB [47],
XOTSI OHU TE€PEHOCSAT MPOTUB JIEKTPOXUMUYECKO-
ro rpaadeHTa MeHee OIHOIO 3apsijaa Ha KaKIbli
MOTIOIIEHHBIN (DOTOH M MOTOMY I'€HEPUPYIOT He
Takue 0oJbliue Toku, Kak KP, yTo TpeOyet 6osee
WHTEHCUBHOIO W/WUJIW JJUTEIBLHOTO OCBEIICHUS
IS U3BMEHEHMSI MEMOpaHHOTO MTOTeHIIMaa.

MaccoBoe ceKBeHMpOBaHUE T€HOMOB M TpaH-
CKPMIITOMOB TIpMBeJio K OTKpbITHIO KP y syka-
PUOT U3 HECKOJIbKUX APYTMX 0a30BbIX TAKCOHOB,
MOMUMO 3eJIEHBIX Bopopocieii. boiyiee Toro, BbI-
SICHUJIOCh, 4TO KpoMe KaTuoHHbIX KP, y doro-
TpodHbIX [48] M gaxke rerepoTpodHbIX [49]
MPOTUCTOB IIMPOKO pacnpoctpaHeHsl KP, ce-
JIEKTUBHO TIpOBOJsIIME aHUOHBI. KaTMoHHas xe
MPOBOAMMOCTb, MO BCEif BEPOSTHOCTU, HE3aBU-
CMMO BO3HMKJIA MO KpailHeit Mepe JBaxKabl B 9BO-
mouun KP, nmpuyeM B ofHOM cilydyae 3TU OeIKuU
COXpaHWJIM MHOTHE YEPThI, POAHSIINE UX C OaK-
TepuoponornicuHom [50]. HakoHel, B mpoluiom
roay ObLIM OOHapykeHbl KaTuoHHble KP, mpo-
BOJSIIME MOHBI KajJusl MHOTO JIy4llle, YeM HOHBI
HaTpus [51], 1 MOXHO mpearnogaraTb, YTO 3TUM
pa3HooOpa3ue KP eme He ncueprnibiBaeTcs.

Y peTMHaIbHBIX WOHHBIX TIOMII, MOJOOHBIX
0aKTepuOpPOAOIICUHY, BCE 3Tallbl MOHHOTO TpaHC-
rmopTa CTPOro MPUBS3aHbl K OMpPEAeJIeHHbIM CTa-
IUSIM - [UKJIa  (POTOXMMMYECKMX MpeBpalleHU
nurMeHTa (poTouuKia), perucTpupyeMoro onTu-
YeCKMMU METOJaMM Ha OUYMIIEHHBIX OeJiKaX WJu
MeMOpaHax [52]. B otiuuue ot nmomi, ¢GOTOTOKU
KP pasnuuyHbIX ceMeicTB KOppelaupyloT ¢ pas-
HBIMU CTaIUSIMU (POTOLIMKIIA, MPENOCTABISAS UH-
(dopmanmo o MexaHu3Max (YHKIMOHUPOBAHUS
kaHanos [50, 53—55].

B aTOM 00630p€e MBI pacCMOTPUM METOIBI pe-
rUCTpallud KaHaJIbHOW aKTUBHOCTU POAOIICMHOB
B HAaTUBHBIX KJETKax, (hOTONEKTPUUECKUMN Ka-
cKajll XT'YTMKOBBIX BOmOpoOCieid, (oTopelentop-
Hy1o poab KP B poroTakcuce, a Takxke 3aTpOHEM
X pa3HOOOpa3ne U ONTOreHEeTUYECKOe TTpUMEeHe-
Hue. bonee netanbHbIe CBEIEHUS O MOJIEKYISIP-
HbIX MexaHu3dMax KP Moryr ObITh MOYE€pHHYTHI
u3 Apyrux o63opoB [56—59]. Mcropumu u mpuH-
IIMIIaM ONTOreHETUKM TaKKe MOCBSIIIIEHO MHOTO
nyoaukauui [42, 60—65].

METO/IbI PETUCTPAIIUN KAHAJIBHOW
AKTUBHOCTH POJOIICMHOB B KJIETKAX
KI'YTUKOBbBIX BOJOPOCJIEN

BHYTpI/IKJ'leT OYHbIEC MUKPOSJICKTPOAbI HIMPOKO
INPUMCHAIOTCA AJId perucTtpalvu (I)OTOI/IH)IYIH/IPO-

I'OBOPYHOBA, CUHELIIEKOB

BaHHBIX M3MEHEHW MeMOpaHHOTO IOTeHIMAaIa
MajoyeKk U KoJdoYeK ceTYaTKH, OTOCPEIOBAHHbBIX
3aKpbITUEM KaHaJOB, PETYJIMPYEMBIX LUKINYE-
CKMMM HyKJIeoTuaamMu [66]. Maiblii 00beM Kie-
TOK XTYTUKOBBIX BOAOPOCIEHl, OIMHAKO, 3aTpyl-
HSIET UCITOJIb30BaHUE BTOT0 METoAa JUIsl U3yUeHUs
KaHaJIbHOM aKTUBHOCTU UX POAOTNICHHOB. Hekoro-
phle 3eJIeHbIe XXTYTUKOHOCIIbI, B TIEPBYIO OYepeib
H. pluvialis, obnagaroT >JaCTUYHON KJIETOYHOI
CTEHKOI, MO3BOJISIIONIE BCachlBaTh UX KJIETKU B
MuKpornpucocky. [Ipu aToMm He obpa3yeTcs rura-
OMHOTO KOHTaKTa MeMOpaHbl KJIETKU CO CTEKJIOM
MPUCOCKHK, HEOOXOAUMOTO sl (pUKCALIUU MeM-
OpaHHOTO TOoTeHLMaa (TeXHOJOTUS MATY-KIIAMIT),
HO acuMMmeTpuuHoe pacnpeneieHue KP B mem-
OpaHe TO3BOJISIET PETUCTPUPOBATh TeHEpUpYeMbIe
MU (HOTOMHAYUMpPOBaHHbIE curHaibl [19, 20].
TpuHaauaTe JeT COycTs 3TOT MeToi (TMOJyuyMB-
Wil Ha3BaHWE MeEToIa 3JIEKTPOAA-TIPUCOCKM;
puc. 1, a) 6pu1 npuMeHeH K myTaHTy C. reinhardtii,
JIMIIIEHHOMY TBEpABbIX CJI0EB KJIETOYHO 000-
JIOUKH [67], a ele yepe3 BOCEMb JIET — K MYTaHTY
Volvox carteri [68]. C. reinhardtii — MonenbHBII
00BEKT MHOTHX OMOJIOTMYECKUX UCCIeI0BAHUIL, U
MMEHHO B €ro reHOMe BITOCJIESACTBUM ObUIU WACH-
THUdUIMpoBaHbl nepBbie TeHbl KP [23, 33—35].

MeTton 37eKTpoaa-nmpucockKy MO3BOIMI Brep-
Bble OOHAPYXXWUTh, YTO BOCIIpUSTHE cBeTa (POTO-
peLIeNTOPHBIMUA MOJIEKYJIAMU KTYTMKOBBIX BOMIO-
pocieil MpUBOAMUT K ACTONSPU3ALUM UX MEM-
opanbl [19,20], 4yTO M 3aJOXUIO OCHOBY JIJsI
pPa3BUTHS ONTOTEHETUKU YETBEPTb BeKa CITYCTS.
OpHako 3TOT METOJA HE TOJBbKO SBJSIETCS OCTa-
TOYHO TPYAOEMKMM, HO €ro NMpUMEHEHUE ellle U
OrpaHMUYEHO KJIETKAMU C DJIACTUYHOI 000JIOUKOIA,
PEIKO BCTPEYAIOIIMMUCS CPEIU KIYTUKOHOCIIEB.
Kpome Toro, MmexaHndyeckoe BcachblBaHUE KJIETKU
B TMPUCOCKY MOXET CTUMYJUPOBATh aKTUBHOCTD
ee MexaHopeLenTopoB [69] u B Ja000M ciydae
MpEeACTaBISIET OO0 HEeCTeCTBEHHYIO CUTYAIIUIO.
AcvMMeTpUYHAas JIOKaJIM3alys MOJeKyJI-TeHepa-
TOPOB (POTOTOKOB B Pa3HbIX y4acTKax KJICTOYHOM
MeMOpaHbl, YCTAHOBJIEHHAsI METOAOM «B3JIEKTPO-
Ja-TIPUCOCKW», MPUBeJia K MBICIU, YTO CymMMap-
HbII TOK THICSIY KJIETOK B CYCITIEH3UM MOXET ObITh
3aperucTpupoBaH M 03 UCKYCCTBEHHOTO YBe-
JIMYEHUS] COIPOTUBJICHUS MEXIY pa3JInYHbIMU
ydyacTKaMy MeMOpaHbl CTEKJIOM MPUCOCKHU.

B nepBoit MomuduKanuM CycrneH3ualIbHO-
ro metona (OTOBCIIBIIIKA HAMpaBJsieTCs BAOJb
JIMHUU, COeIUHsOUEe snekTponbl (puc. 1, 6).
®doropellenTOpHBIM TOK, reHepupyembiii KP B
KJIeTKaX XTYTUKOHOCIIEB, TTIOBEPHYTHIX B MOMEHT
CBETOBOI BCIIBIIIKKA CBOMMM (OTOpelenTopaMu
B CTOPOHY WCTOYHMKA CBETa, MPEBBIIIAET IO
aMIUTUTY/Ie TOK, TeHEPUPYEMbI KJIETKaMM, OpU-
€HTUPOBAHHBIMU TIPOTUBOIIOJIOXHBIM 00pa3oMm,
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Puc. 1. MCTOI[H U3MEPEeHUS U IPUMEPBI (POTOINEKTPUUECKUX CUTHATIOB, PETUCTPUPYEMBIX B KJIETKaX 3€JEHBIX KI'YTUKOBBIX
BOIOPOCIIEI: a—8 — CXeMBbl METO/a 3JIEKTPONa-TIPUCOCKU (a), M3MEPEeHUIl B CyCIeH3MM HEOPUEHTUPOBAHHBIX KIETOK (6)
U U3MEpPEHUI B CYCNIEH3UM MPENOPUEHTUPOBAHHBIX KJIETOK (8); e—e — TPUMEPBI CUTHAJIOB, OTBOAMMBIX OT OIMHOYHON
KJIETKU (&), CYyCTIeH3UN HEOPUEHTUPOBAHHBIX KJIETOK (d) M CYCNIEH3WU TPEeJOPUEHTUPOBAHHBIX KJIeTOK (e). CTpenkaMu Ha
MaHeNsIX 2—e MOoKa3aH MOMEHT Bo3Oyxaatomeil ek, @T — doropenentopHblil Tok; PP — pereHeparnBHas peaxius;

U3M. — U3MEPSIEMbIH

1 pasHUlla MEXAY 3TUMU TOKAMU PETUCTPUPYETCS
MOTrPY>XKEHHBIMU B CYCIIEH3UIO 3JieKTponamu. dpy-
rasi MoauduKalus MeToaa u3MepeHust (poroperiern-
TOPHBIX TOKOB B CyCIIEH3MM BOAOPOCIIE OCHOBaHa
Ha TPENOPUEHTALIMMA KIJIETOK CBETOM, BBI3bIBAIO-
UM (OTOTAKCUC, WIM TPAaBUTALIMOHHBIM TIOJIEM,
HaIpaBJICHHBIMU TEePIEHAUKYISIPHO U3MEPUTENb-
Ho#t Bcrbllike (puc. 1, ). B aToM ciyyae siek-
TPOIBl PErMCTPUPYIOT MPOEKUUIO (POTOPEUENTOP-
HOTO TOKa Ha HalpaBJieHUe MPeI0PUEHTUPYIOLIETO
(hakTOpa, YTO MO3BOJISIET OLIEHUTh U MTHOBEHHOE
3HaYeHUe cTereHu opueHTauuu [21, 70, 71].

IIpu ucnonabp3oBaHUM 00erUX MomMdUKAIUH
CYCTIEH3MaJIbHOTO METOJa pEerucTpaiusi Mpou3-
BOJUTCSI B TOJHOCTbIO (DU3UOJOTUUECKUX YCIIO-
BUSIX M HE OrpaHUYMBAETCS pa3MepaMM MUKPO-
OpPraHU3MOB U CTPOCHUEM UX KJIETOYHOU CTEHKM.
YHuBepcaabHOCTh U TEXHUYECKasl MPOCTOTa I0-
3BOJIMJIM PACIPOCTPAHUTH 3TOT METOM Ha Mccle-
JNIOBaHWE OOJBIIOT0 YMciIa MYTaHTOB XJaMUIO-
MOHaJIbl C HapylIEHUSIMU CTPOEHUSI CTUTMBI [72]
u nedexkramu doronoBeacHus [73, 74]. Kpome
TOro, MpW IIOMOUIM CYCHEH3UaJIbHOTO MeTona
ObLUIO YCTAaHOBJIEHO, UTO IMOsIBJIeHHWE (hOoTOTaKcHUCca
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Y «CJETbIX» 0€CKapOTUHOUIHBIX MYTAHTOB MOCJIE
N00aBJIEHNWS 3K30T€HHOTO peTUHasd JeiCTBU-
TEJIbHO CBSI3aHO C pereHepaunueir camux oTo-
pelenTOpHbIX OEJIKOB, a He, HampuMep, BCTpau-
BaHMEM peTuHaiad B cturmy |[31]. bonee Toro,
CYCTEH3UAIbHBII METO/ TTO3BOJIN OOHAPYXUTh U
oxapakrtepu3oBaTh reHepupyemble KP (oTonnmy-
LIMPOBAaHHBIE CUTHAJIBI €le Y LIEJ0T0o psaa 3ejie-
HBIX BOJOPOCJIC, a WMEHHO, TpeacTaBUTeNei
ponoB Spermatozopsis, Hafniomonas, Polytomella,
Mesostigma w Platymonas, a Takxke y (uyioreHe-
TUYECKU JajeKoil KpUNTo(pUTOBOI BOAOPOCIHU
Cryptomonas [24—27]. HaxkoHel, cyclieH3Ualb-
HbII MeTOo M3MepeHUsT (OTOPELIENITOPHBIX TOKOB
ObLI MCIOJIb30BaH KAaK KOCBEHHBIN TMOAXOM IS
U3ydeHUs1 rpaBupeuenuuu [21] u xemopelern-
uuu [75] XxJaMuaoOMOHaIbl, a TakKXke IOCITYXKWJT
OCHOBOII J11 pa3paboTKu 3KCIpecc-0uoTecTa
IUIS1 OLEHKU CTEeTNEeHU 3arpsS3HEHUs BOAbI TSKE-
JIBIMU MeTajulaMu u dopmanbaeruaom [76, 77].
C OoJiee neTalibHbIM TEXHUYECKUM ONMMCAaHUEM
000MX METOMIOB, 2JIEKTPOIAA-TIPUCOCKU U CYCIIEH-
3UaJbHOTO, MOXHO O3HAaKOMUTBLCS B HECKOJIbKUX
paHee onyOJIMKOBaHHbBIX 0030pax [25, 70, 71].
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DnekTpodU3NOIOTMYecKre uccaeaoBaHus (o-
TOPELENTOPHOTO TOKA TMPEIOCTABWIN CBEICHUS
0 (doTopelenTOpHbIX OeKax XTYTUKOBBIX BOIO-
pocieil ele J0 TOro, Kak ObUIM KJIOHMPOBAHBI
KOAMpYIolIe ux reHbl. [IponsBeneHre KBAHTOBO-
ro BbIXOJa Ha ONTUYECKOE CEYCHME IMOTIOIIEHUS
MOJIEKYJIBI, TMOJYYEeHHOE TyTeM aIpoKCUMAaIluu
CBETOBOI 3aBUCHMOCTH (POTOPEIETITOPHOTO TOKA,
MMEeT XapaKTepHOe UIsi PETUHAJIbHBIX OEIKOB
sHaueHue 0,8 A [78]. BoccraHoBieHue doTope-
LIENTOPHOTO TOKA IMOC/e HACHIIIAOIIEil BCIIBIIIKA
MO3BOJIMJIO OLEHUTh JUITUTEIBHOCTh (hOTOLMKIIA
(oropenentoprHoro nurmenta (100 mc). Wccrne-
JIOBaHUSI 3aBUCUMOCTH aMIUIMTYIBl (pOoTOpeler-
TOPHOTO TOKA OT OPMEHTAIlMU TIJIOCKOCTH TIO-
JIpU3allii CBETOBOIO CTUMYyJia I0Ka3ajo, YTo
peTHHaNBHBIH XpoMOGOp PacIoiokeH B IJIOCKO-
ctu MemOpaHbl kietku [79, 80]. CrhekTpsl Aeii-
CTBMSI DOTOPELIETITOPHOTO TOKA U (hOTOIOBEIEHUS
H. pluvialis vMel0T CIOXHYIO MHOIOIIOJOCHYIO
(opmy, ykaspiBalolllyl0 Ha TO, 4TO (hoTOopelern-
TOpHasA CUCTeMa XTYTUKOHOCIIEB MOXET COCTOSITh
U3 HECKOJbKMX NUTMeHTOB. Bxitam nByx doro-
peLeNnTOpHbIX OeJIKOB B (POTOTAKCUC OBbLIT HEIo-
CPENCTBEHHO MPOAEMOHCTPUPOBAH HA MOIEILHOM
opranusme C. reinhardtii (23], a y npyrux Bomgo-
pocneil ooHapykeHo elle 0oyblle KaHIUAATOB Ha
a1y posib. OJHAKO BCe 3TU OEIKU TPENCTaBISIOT
co00ii He CBETOAKTUBMPYEMbIC MOHHBIE MOMIIBI,
Kak OaKTepHOpONOIICMH, a CBETOAKTUBHUPYEMbIC
MOHHBbIE KaHaibl [33, 34].

®OTODJEKTPUUYECKHNI KACKAJI
TP ®OTOTAKCUCE
XKI'YTUKOBbBIX BOJOPOCJIEN

DOTORIEKTPUIECKUI CUTHAJI, OTBOIUMBINA OT
knetok H. pluvialis, (puKcCUpoOBaHHBIX Ha MMK-
pPOMPUCOCKE, COCTOUT U3 rpaayajibHOro ¢potope-
LIETITOPHOTO TOKA W BBLI3BIBAEMOII UM BTOPUYHOI
pereHepaTUBHOI peaklMy, MPOTEeKalole Mo
MPUHLMITY «BCE WJIM HU4Yero». CpaBHeHUE 3HAKOB
STUX KOMITOHEHTOB CHMT'HaJla IIpA BCACBIBAHUU B
MPUCOCKY Pa3IMYHbIX YaCcTel KJIETKM TO3BOJIMIO
YCTAHOBUTbH, YTO IIEPBUYHBIM TOK, HalpaBJICH-
HBIIi BHYTPb KJIETKH, IIPOTEKAeT TOJIbKO 4Yepes
HeOOJIBIION YyYaCTOK MeMOpaHbl, MOACTUIAIOLINI
cturmy [19, 20, 67]. IlepBoHayanbHO Mpeamnoiara-
JIOCh, YTO CaM 3TOT BHYTPUKJIETOUHBIN OpraHOuW
CONEPXUT (hOoTOpelLeNTOPHbIN NUrMeHT [81], HO
BIOCJIEACTBUY BBISICHWJIOCH, UTO OH UTPAET TOJb-
KO BCITOMOTaTEJIbHYIO POJIb 3aTCHSIOLIET0 U/WUin
¢oxycupytoliero ceet obpasoaHus [29, 82, 83].

ITocne xinoHupoBaHus reHoB KP nosiBunach
BO3MOXKHOCTb UCC/IEA0BaTh BHYTPUKIETOUHYIO JIO-
KaJau3aluio KOAUPYeMbIX UMU OETKOB METOAaMU
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UMMYHOMIYOpeCclieHTHOM MMKpocKomnuu. bBbiio
nokaszaHo, uyto KP C. reinhardtii cocpenoTouyeHbl
[JIaBHBIM oOpa3zom B oOysactu cTurmbl [35, 84,
85], 4TO MOJTHOCTBIO COOTBETCTBYET pe3ybTaTaM
3JEKTPO(PU3UOJOTUYECKUX M3MEPEHUIA. AHaIN3
npemnapara M30JMPOBAHHBIX CTUTM METOAAMU
MPOTEOMUKU TOXe IToKazan Haauuue KP [86].
CommacHO TeKyIIMM MpPEACTaBICHUSIM, MOJIEKY-
Jbl KP BCTpoeHBI B mia3MaTu4ecKylo MeMOpaHy,
O0OHapyXMBAIOIIYI0O OCOOYI0O YJIBTPAaCTPYKTypy B
o0Onactu, npuieratolieil K cturme [87]. ¥V kietok
C. reinhardtii, BeIpaluBaeMbIX TIPU LHUKIUYECKOM
OCBEIIEHNM, UMMYHOMIYOPECLIEHTHBIMI METO/a-
My KP HaiineHbl, TOMUMO CTUTMBI, €111 B XKTyTHU-
Kax ¥ 0a3ajbHBIX Telax, MpUYeM UX KOJMYECTBO
B 3TUX OpraHOMIaX 3aBUCUT OT pa3bl LKKIa |88,
89]. ®yHKLIMOHAIBLHOE COCTOSIHUE JTOKAJIU30BaH-
HBIX TaM POJOIICMHOB MOKAa HEM3BECTHO.

Bo Bpems ABMKEHUSI KIETKU KTYTUKOHOCIIEB
BpallalTcs BOKPYT CBOEil OCH, TaK 4To (poTope-
LIENITOPHBII yU4aCTOK TIa3MaTUYECKO MeMOpaHbI
HCTIBITBHIBACT TEePUOANYECKOEe HM3MEHEHHE OCBe-
meHHoctu [9, 29, 90—94]. [Ins KneTku, yaepxKu-
BaeMOIl Ha MUKPOIIPUCOCKE, 3TU YCIOBUS MOXHO
CMOJICIMPOBATh MEPUOANYECKUM OCBEIIICHUEM C
yactoToit okojyio 1 I1. Ilpu ucnonb3oBaHUM MH-
TEHCHBHOCTM CBeTa, BBbI3bIBalollleil (poToTakcuc,
y kaetku H. pluvialis HabaomaeTcsl yBeludeHue
YacTOThl OWEHUS yuc-XryTuka (Oauxaiiiero K
CTUTME€) U CHMXEHUE YacCTOThl OMEHUS MpaHC-
JKTYTUKa Ha BKJIIOUEHUE CBETa, U MPOTUBOMOJIOX-
HbIe peakluKu — Ha ero BeikaAoueHue [78, 90, 95].
Y cBOOOAHO TIaBalolleil KIeTKU TaKue acuMMe-
TPUYHbIE U3MEHEHUsI OMEeHUS XKTYTUKOB JOKHBI
MPUBOAUTH K U3MEHEHWIO HAIlpaBJICHUS €€ TBU-
KeHus, T.e. horoTakcucy. bojee netanbHO uccie-
JMOBaHHbIE (DOTOMHAYIIMPOBAHHBIE JBUTATEIbHbIE
peakuuu XrytukoB C. reinhardtii BbIpaxaloTcsl B
M3MEHEHUM HEe TOJIbKO YaCTOThI, HO U aMIUIUTY/IbI
U ckopoctu orueHus [96—99].

PereneparuBHas anekTpuueckast peakimsi mpo-
TeKkaeT B MeMOpaHe XT'YTMKOB U TOTOMY 4YacTo
OTMCHIBACTCS B JINTEpaType KaK <«KI'YTUKOBBIA
TOoK» [32, 67, 70]. [lapayienbHas peructpanus ove-
HUS XTYTMKOB (DUKCHPOBAHHOW Ha TIPUCOCKE
KJIETKU U ee (HOTORJEKTPUUECKOro OTBETA MOKa-
3aja, 4YTO pereHepaTHBHAs peakiivsl BbI3bIBAET
U3MEHEeHNEe XapakTepa OMEeHMs XryTa, Habonae-
MOTO y CBOOOTHO JBMIKYILEHCS KJICTKM BO BpeMs
dotodobHoIt peakuuu [19, 20, 78, 95, 100]. DTa
peakimsl TpeacTaBisieT co00ii pe3Kyl0 OCTaHOBKY
W/WUay U3MEHEeHUEe HalpaBJIeHMS ABUKCHUS KIIET-
KU, HabI0AaeMyl0, KOTraa MHTCHCUBHOCTb WU JJ11-
TEIBbHOCTh CBETOBOTO CTUMYJa MPEBBIIIAET HEKO-
TopshIii mopor [9, 10, 91, 101, 102].

AMIUIUTYA pereHepaTUBHOM peakiuM Mmpak-
TUYECKM HE 3aBUCUT OT MHTEHCUBHOCTU CBETO-
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BOTO CTUMYJIa, B TO BpeMs KaK JJIUTEIbHOCTb Jlar-
reproja OT Hayajla OCBEUIEHMsI OO Hadajla 3TOW
peaxkiM oOHapyXuBaeT 0OpaTHYIO 3aBUCUMOCTh
OT MHTEHCUBHOCTM cBeTa. VIHTepBasl moa Kpu-
BO# (boTOpELeNnTOPHOTO TOKA A0 Hayajla pereHe-
pPaTUBHON peakUMU OCTAETCs MOCTOSIHHBIM TpU
0001 MHTEHCUBHOCTU W YBEJIWYUBAETCS TPU
WCTIOJIb30BAHUM KPacHOTo (OHOBOTO OCBellle-
HUd, TUIEPNOJIAPU3YIOILET0 MEeMOpaHy 3a CueT
¢otocunTesa [18, 78, 79, 103]. DTo Moka3bIBaET,
YTO JUISI MHUIIMALIMK pereHepaTUBHON peakiuu
TpebyeTcs epeHoc yepe3 MeMOpaHy OIpeaeieH-
HOTO YMClIa 3apsaoB, JEMOJSIPU3YIOLIEro ee Ha
HEeCKOoJIbKO MB.

BripaxkeHHast 3aBUCUMOCTb pereHepaTUBHOM
peakiuu oT KoHueHTpauuu Ca’" B cpeme U ee
YYBCTBUTEJIBHOCTh K OJIOKaTOpaM KaJlbILIUEBBIX
KAaHAJIOB CBUIETEIbCTBYIOT O TOM, YTO OHa SIBJISI-
€TCsl Pe3yJbTaTOM OTKPbIBAHUSI MOTEHIMAT-3aBU-
CUMBIX KaJIbIIMEeBbIX KaHAJOB B MeMOpaHe KIy-
TUKOB KieTku [19, 20, 67]. AHanu3 u3MeHEHUs
aAMIUTUTY/bl pereHepaTUBHON peakluu B TPOILIeC-
ce oTpacTaHusl XryTUKoB y kjietok C. reinhardtii
rocjie X aMIyTaluy MmokKasajl, YTO OMOCPenyro-
1Me ee KaHaJlbl paclpeaeieHbl Mo BCei IMHE
xrytuka [104]. Hanuuue myTaHTa, He CIIOCOOHO-
ro K reHepallud pereHepaTUBHON peakuuu [74],
MO3BOJIMJIO KJIOHUPOBATh Te€H cavZ, KOAUPYIO-
muit ot KaHaiusl [105]. UMmyHObayopecleHT-
Hasi MUKPOCKOITMS BbISIBUJIA TTPEUMYILECTBEHHOE
cocpenoroyeHue 6einka CAV2 B mpoKcUMaabHOM
YaCcTH XTYTHUKA.

KOMIIOHEHTBI
P®OTOPELIEIITOPHOI'O TOKA

WMcnonp3oBaHMe HAHOCEKYHIHBIX J1a3epHBIX
BCIIBIIIIEK W 3aMMCU C BBICOKUM BPEMEHHBIM pas-
pelleHrueM IMO3BOJIMJI0 YCTAaHOBUTD, UTO (hoTOpe-
LIETITOPHBINA TOK COCTOUT U3 JBYX KOMIIOHEHTOB,
pa3nMyarolImxcs Mo CBOMM cBolicTBaMm [25, 32, 78,
95, 106, 107]. DTH KOMITOHEHTHI BBISIBIISIOTCS Y BCEX
HCCIEIOBAaHHBIX OPTaHU3MOB, CBUIETEIbCTBYS 00
O0IIMX TIPUHIMIIAX OpTraHM3allMU MX (oTope-
LIEMITOPHBIX CUCTEM M 1ieNeil TpaHCIYyKIIUM CHUT-
Hana. IlosiBiieHne paHHEro (oTOopelenTOPHOIO
tToka (P®T) orpaHn4eHO TOJBKO CKOPOCTHIO TTPO-
MyCKaHUsl u3MepuTenbHolt cuctembl (<30 MKC —
JUTSL KJIeTKU Ha mpucocke [106] u <3 Mkc — mjs
cycrieH3nasibHoro metoaa [31]). Hanporus, mosa-
Huit ¢otopenentopHbiii ToK (ITDT) perucrtpupy-
eTCsl C 3alepKKON BIUIOTh 1O HECKOJBbKUX MUJI-
JIMCEKYH[, IMTEIbHOCTh KOTOPOW 3aBUCUT OT
WHTEHCUBHOCTHU CBETOBOIO cTuMyJa. [1To kpaitHeit
Mepe JBa KOMIIOHEHTa BBISBJISIIOTCSI U B KUHE-
THUKe crniaja curHana. CeeroBoe HackieHue POT
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OTpeACNSIETC TOJBKO (DOTOXMMMYECKUMU TIPO-
lieccaMy TIOIJIOIIEHUSI CBeTa, B TO BpeMs Kak
Hacbienue [MPOT HabaogaeTcs Mpu MHTEHCUB-
HocTsx npumepHo B 1000 pa3 meHbuie. TojbKo
[®PT, Ho He PDT, oObHapykXuBaeT 3aBUCUMOCTD
OT TeMIlepaTypbl U KpacHOro (pOHOBOIO OCBellle-
HUS, aKTUBUPYIOIIETO (POTOCUHTE3 M TPUBOMISI-
IIEro K runepnonspusannu memopansi |18, 106].
Hakonew, IN®PT obGnamaer Oojee BbIpakeHHOM
3aBUCUMOCTBIO OT KoHLeHTpauuu Ca’" B cpene,
yem POT [25]. TakuM o6pa3oM, KMHETHKA COO-
ctBeHHO [1DT MoOXeT OBITH OIpenecHa Kak pa3-
HOCTHBIIf CUTHAJ OO0 U MOCJE BCEX dTUX BO3AEH-
CTBUiA (puc. 2, a).

MaxkcuManbHble aMIUIUTYIbl TOKOB, HaOJII0-
naemble B HacbimeHuu [1OT u POT cooTHOCsTCS,
kak < 1:10. Jlenongapu3sauusi MeMOpaHbl, OJHa-
KO, TIPOIOPLIMOHAJIbHA HE MaKCUMaJbHOMY TOKY,
a yucjy 3apsiioB, IepeHECEHHOMY Yepe3 MeMOpa-
HbI, T.€. UHTEeTpajly TokKa. MemIeHHOe 3aKpbITHUE
kaHanoB [1®T npuBoguT K TOMY, UTO AETIONSIPU-
3auust Memopansl 6jaronaps POT u [TDT okazbi-
BaeTCs MPAaKTUYECKU ONMHAKOBOM B HACHIIIECHWH,
XOTS 9TO HackieHue otiuyaerca B 1000 pa3 mo
WHTEHCUBHOCTHU (puUc. 2, 6).

KanbuueBble KaHaibl, Yepe3 KOTOpbIe MpoTe-
kaetr [1DT, noxkann3oBaHbl BOJU3U CTUTMBI, HO
He 00s13aTesIbHO B ee mpezaeiax. UMeHHO 3Tu BTO-
puuHble Ca?"-KaHajabl 00ecleynBaloT KpaiiHe BbI-
COKYl0, IIOYTHU «single-quantum» 4YyBCTBUTEb-
HocTbh (orotakcuca [108]. BaxkHO mogyepKHYTh,
4YTO, B OTVIMYME OT KaHAJIOB B MEMOpaHe XIyTHUKa,
OHU HE ABJISIOTCY MOTEHUUAN-3aBUCUMBIMU, T10-
CKOJIBKY T€HEePHMPYIOT TpafayalbHbli TOK (T.€. TOK,
aMIUTUTYIa KOTOPOTrO MEHsIeTCsl TIpYU M3MEHEHUU
BeMYMHBI cTuMyna). B reHome C. reinhardtii
UIeHTUDUIIMPOBAHO IO KpaiiHeit mepe 43 reHa
Ca?"-xanaznos [109], HO GYHKIUU JUIIb HEMHO-
IMX U3 KOAUPYEMbBIX UMM OEJIKOB ObLIM YCTaHOB-
JieHbl. B M3071MpoBaHHBIX IpenapaTax CTUTM O0-
HapyXuBaeTcsl HecKoJbko Ca’'-CBA3bIBAIOIINX
6enkoB, Ho He Ca’"-kanannl [86, 110]. OgHa u3
BO3MOXHBIX MPUYMH — HEAOCTaTOYHasl YyBCTBU-
TEJIbHOCTh METOIOB MPOTEOMUKU IJISI UAECHTU DU -
Kalliu MHTEeTPaIbHBIX MeMOpaHHBIX 0eKoB. Tak-
K€ BEPOSITHO, UTO 3TU TUMOTETUYECKUE KaHaJIbl
HE SBJISIIOTCSI TOMOJIOTaMU KaKUX-JIM0O TIpexke
n3BecTHBIX Ca’"-KaHaJIoB, U TOTOMY MX ITOCJIEI0-
BaTEJIbHOCTU HE PACIO3HAIOTCS KaK TaKOBbIE.

MexaHM3MBbl aKTUBALlM¥ BTOPUYHBIX KaHAJIOB
ripu reHepauyy [1PT 1oka He sicHbI. B mpenapaTax
M30JIMPOBAHHBIX CTUTM, COAEPXalIUX U (hoTope-
LIENTOPHYIO MeMOpaHy, ObLIM OOHApYXXEeHBI reTe-
porpumepHble ['Tdaspr, Ca’*-3aBUcUMEBIE IIPO-
TeuH-KMHa3bl U (ocdaraspl [111-113]. OgHako
9TU O€JIKU MOTYT OBITh 2JIEMEHTaMU IPYTUX CUT-
HaJbHBIX KacKaloB, HaIlpUMep, 3aIlyCKaeMbIX
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Puc. 2. XapakTepucTUKM KOMITOHEHTOB (hOTOPELIETITOPHOTO TOKA 3eJICHOH KTYTUKOBOM Boponocinu Chlamydomonas reinhardtii:
a — KMHETHKA PaHHEro U NMo3aHero hoTopelienTOpHbIX TOKOB, U3MEPEHHbIX B CYCIIEH3UM KJIETOK; 6 — CBETOBAsl 3aBUCUMOCTh
MMMKOBOI aMITTUTY/IBI (hOTOPEIIeNTOPHOTO TOKa (IIpaBasi OCh OPAMHAT) U WHTEeTpaja Mmoj KpUBOil ToKa (JieBasi OCh OPIAMHAT)

¢oTOoBO30YKAEeHNEM (DOTOTPOIMHA, TaKXKe OOHa-
pyxXeHHOro B mpemnapatax cturMm [86, 110]. Bruio
rokazaHo, 4To (OTOTPOIMH omocpenyeTr ¢hoTo-
peryJisluio pa3Mepa CTUIMbI U KojudectBa KP
B KieTke [114].

OTcyTcTBUE Jar-nepuona U BbICOKUE MHTEH-
cuBocTH HaceieHus: POT mo3Boauin mpeamno-
JIOXUTb, YTO BTOT TOK MPOTEKAET HEMOCPEACTBEH-
HO yepe3 (hoTopelieNnTOpHbIEe MUTMeHTHI [32, 103].
[TonbITKK OMNpenenuTh MOHHYIO CEIeKTUBHOCTD
KP wmetomom osnektpoma-npucocku y C. rein-
hardtii [ 115, 116] u V. carteri |68] He manu oTYETIN-
BOTO pe3y/ibrara M3-3a HEBO3MOXHOCTH (hUKCa-
LMY TIOTeHIIMada U TpyaHocTu pasaeneHust POT
n [NPOT B Takux skcnepumeHTax. MloHHas1 cenek-
TuBHOCTh KP 3THUX M IECSTKOB APYTrMX MUKPO-
OpPraHM3MOB OblJa yCTaHOBJIEHA TOJBKO B MA3TY-
KJIAMIT-3KIMEePUMEHTAX Ha KYJIBTUBUPYEMBIX KJIeTKaxX
>KUBOTHBIX, TPAaHC(HOPMUPOBAHHBIX COOTBETCTBYIO-
UMW TeHaMU.

Wnentucdukanus reHoB KP B renome C. rein-
hardtii n pa3BUTHE METOJOB Fr€HETUYECKOI TpaHC-
(bopmaimu 3TOro MOAEILHOTO 0OBEKTA TTO3BOIUIIO
MOATBEPANTh POJIb KOAUPYEMBIX OEJTKOB Kak (hoTO-
pelenTopoB, onocpeayoiux ¢Gorotakcuc u ¢o-
To(hoOHYIO peakuuio 3Toil Bogopociau. IlIpu mo-
mouu Metoga PHK-unTepdepeunn K. Ixkanrom
B nabopatopun [x. Crnyauua ObLIM TIOJyYEHBI
TpaHC(OPMAHTBI ¢ TOHMXEHHBIM COAepKaHUEM
KaXXJIoro M3 JBYX POJOIICUMHOB, TEepPBOHAYaJbHO
Ha3BaHHBIX poporncuHamu A u B [23, 28] u Bro-
CIEACTBUM M3BECTHBIX KaK KaHaJbHbIE POMOIICHU-
Hel 1 1 2 (KP1 u KP2). UHTepecHo, 4TO MomaB-
JIeHue DdKCIpeccuu TeHa, komupytoiiero KPI,
CIMOCOOCTBOBAIO CTUMYJISILIUUA DKCIIPECCUU TeHa,

koaupytomero KP2, uro mpuBeno K pajibHeii-
meMy yBeandeHuto cootHomeHusi KP2/KP1 y
KP1-tpancpopmanta. Tok, reHepupyembiii KP1,
no cBoeii kuHetuke cxoneH ¢ PDT, a Tok, reHe-
pupyembiit KP2 — ¢ II®T. bonee toro, KP1-re-
HEpPUPYEMBI1 TOK 00JlafaeT BbICOKUM CBETOBBIM
HacbleHueM, kak u P®OT, a Tok, reHepupye-
Mblii KP2, — HU3KUM CBETOBLIM HACHIILICHUEM,
kak u [TPT. Kpome Toro, pazinyaroTcs U CreK-
TPBl JEUCTBUS JABYX TOKOB, CBMAETEILCTBYIOIINE
0 Pa3JIMYMU CHEKTPOB IMONIOLIEHUS ABYX POMIOII-
CUHOB: CIIeKTpaJbHbIi MaKCMMyM TOKa, OITO-
cpenoBanHoro KPI1, mpuxomuica Ha 510 HM, a
Toka, reHepupyemoro KP2, — Ha 470 um, uro non-
TBEPAUJIOCHh MyTeM M3MepeHUsT abCOPOIMOHHBIX
CMEKTPOB BbIIEJIEHHBIX MUTMEHTOB, MOJYYeHHbBIX
Onarogapsi reTepoJIOTMYEeCKON IKCIPEeCcCUm UX re-
HoB [84, 117, 118].

HM3mepeHue dortoopueHTallUM KJIETOK Me-
TOAOM perucTpauuyd (OTOTOKOB B CYCHEH3UU
MPEeNOPUEHTUPOBAHHBIX KJIETOK U (hoTOoDOOHOI
peaklMy TyTeM 3alucu TPaeKTOPUM NBUXKEHMS
nokasano, yro oba KP ciuyxar dortopernento-
paMM B 000MX 3TUX (POTOPETYISTOPHBIX MpPOLeC-
cax [23, 28]. U3mepeHue (poToopreHTALIMU METO-
JIOM CBETOPACCESIHUS Y HE3aBUCUMO MOJIYYEHHOTO
LITaMMa ¢ TOHMXXeHHbIM conepxkaHrueM KP1 mon-
TBEPAUTIO (OTOPELUENTOPHYIO POJIb 3TOro Oen-
Ka [84]. Tot daxr, uto 3anepxaHHblii [1DT, oba-
Jaroluii 6ojiee HU3KUM CBETOBBIM HACBILIEHUEM,
reHepupyercsi InpeumyiiectBeHHo KP2, nenaer
€ro OCHOBHBIM (hOTOPELIETITOPOM TIpU (POTOTAK-
cuce, B To BpeMmsi kak KP1, mpeumyliiecTBeHHO
reHepupyomuii POT, BHOCUT OCHOBHOI BKJan
B (oTO(OOHYIO peaklivio, BO3HUKAWIIYIO TpU
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Puc. 3. Cxema TpaHCIYKLIMU CBETOBOTO CHUTHaslia Mpu (oToTakcuce XryTMKOBBIX Bomopocieit. KP1 u KP2 — kaHambHBIE
ponorcunsl 1 u 2; POT u NPT — panHuii ¥ Mo3aHUIA GOTOPELENTOPHBIN TOK COOTBETCTBEHHO

0oJiee BBICOKMX MHTEHCUBHOCTSAX cBeTa (puc. 3).
CrenyeT, oqHaKO, OTMETUTh, UTO CPAaBHUTEIbHOE
congepxxanue KP1 u KP2 paznuuaercs y pa3HbIX
mraMMoB aukoro tumna [23, 84, 119], uto MoxeT
CKa3bIBaThCd M Ha CPAaBHUTEIBHOM BKJIAAE ATUX
0eKOB B (hOTOTIOBENEHUE KIETOK.

Meton PHK-uHTepdepennn mo3BossieT CHU-
3UTh COAEpXKaHUE KOAMPYeMOro Oejika B KIETKE,
HO HE MOJIHOCTbIO TTOAaBUThL ero cuHTes. [locnen-
Hee ObUIO JOCTUTHYTO CHayajla TpU ITOMOIIHU
WHCEepIMOHHOTO MyTareHeza [85, 120], a 3a-
TeM — MyTeM lieJieHallpaBJeHHOTO pa3pyIlIeHUSs
reHoB KP [119, 121, 122]. ¥V wraMmma, JIMLLIEHHOTO
KP1 nmpu nomoium Hykjaea3 ¢ LUHKOBLIMU Tajb-
11aMU, YYBCTBUTEIbHOCTb (DOTOOPUEHTALIMU CHU-
3ui1ach Ha 3 mopsiika, pa3pylleHue reHa, Komupyro-
mero KP2, nMmeno meHee BbIpakeHHbIN 3 dekT, a
paspylieHue oO00uX TeHOB MPaKTUYECKU ITOJTHO-
cThio moaaBujio oteeT [122]. Ilpu ucnonb3oBaHUU
e 17151 pemaktupoBaHus reHoma Metoga CRISPR/
Cas9 paspyieHue Tonbko ogHoro u3z KP He cka-
3aJ10Chb Ha YYBCTBUTEIBHOCTU (DOTOOPUEHTALIUH,
U TOJBKO pa3pylleHue O0O0OMX T€HOB MOIaBUIIO
ee [119]. Paznuume Mexmy STUMM pe3yjbTaTaMu
CBSI3aHO, IO BCEHl BEPOSITHOCTU, C MCIMOJIb30Ba-
HUEM MaTepUHCKHUX IITaMMOB, pa3nyarolImnxcs u
o ucxonHoit nmponopuun KP1 u KP2 B knerkax,
1 MO BBIPaXKEHHOCTU KOMITEHCALIMOHHOM peakInu
MOCJI€ UCKYCCTBEHHOTO CHUKEHUSI KOHLIEHTPallu1
OJTHOTO U3 ATUX OEJITKOB.
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Meton CRISPR/Cas9 mo3Boiuj He TOJIbKO
paspymiuth reHbl KP, HO M MOJy4uTh IITAaMMBI
C. reinhardtii, comepxaliyve TOYEUYHbIE MyTallUU
Kaxgoro u3 Hux [119]. ¥V Bcex ucciaenoBaHHBIX
MYTaHTOB HaAOJIONATOCh CHUXKEHUE YYBCTBUTEb-
HOCTM (POTOOPMEHTAIIMU, ONHAKO U cojaepxka-
HUE OOJILIIMHCTBA MYTAHTHBIX OEIKOB B KJIETKE
ObLIO TOHMXXEHHBIM TI0 CPaBHEHUIO C KOHTPO-
nem. Y mytanta KP2, o61agaro11ero mnoHu:KeHHOMI
MPOHUIIAEMOCTHIO ISl TIPOTOHOB MO CPaBHEHUIO
C MOHAMU HaTpUsl, COMJIACHO MCCIEeI0BaHUSIM Ha
MOJIEJIBHBIX KJIeTKaX, (DOTOPELENTOPHBIE TOKHU
yaaaoch OOHAPYXUTh TOJBKO B MIPUCYTCTBUU Ha-
TpUS B cpefe, YTO MOATBEPAWIO 3HAYEHHUE IpO-
TOHHBIX TOKOB 111 (P OTOTaKCUCA Y TUKOTO TUTIA.

POJIb HUTOIINIASMATUYECKOT'O
OPATMEHTA KP

Monekynbl Bcex u3BecTHbiX KP cocrosit u3,
COOCTBEHHO, POAOIICUHOBOTO TOMEHA, MpencTaB-
JISTIOIIEr0 CO0OM KOMIUIEKC M3 CEMU TpaHCMEM-
OpaHHBIX O-crupajeit, U MouYTu PaBHOTO €My IO
YUCYy aMUHOKMCIIOTHBIX OCTAaTKOB LIMTOIJIa3Ma-
THyeckoro dparmeHta. Kak mnokasana rerepo-
Jloruyeckasi 3KCIpeccusi, IJIs OCYIIECTBICHMUS
KaHaJIbHOU (DYHKLMU HEOOXOAWM U JOCTaTOYEH
TOJIbKO CEMUCTHPabHbIN POJONCUHOBBIN TOMEH.
COOTBETCTBEHHO, AJI OMNTOreHETUYECKUX Lieaeit
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U (pyHKIIMOHAIBHBIX uccaenoBaHuit KP B Monenb-
HBIX KJIETKaX MCMOJIb3YIOTCS MTOUYTH UCKIIOUUTEIb-
HO WX TpaHCMeMOpaHHble IoMeHbl. M3ydyeHue
Ke (PYHKUMIA [UTOMNIa3MaTUYeCKUX (parMeH-
ToB B kiyetkax C. reinhardtii moTpeboBajiio pas-
BUTUSI METOAOB PENaKTMPOBAHUSI I'€HOMa 3TOTO
opranusma [121]. Bblto moka3zaHo, UTO yaajieHue
nocienHux 78 C-TepMMHaJIbHBIX aMUHOKWCIIOT-
HbIX ocTaTKOB KP1 NMpuBOIUT K CMEIIEHUIO MOJIO-
JKEHUSI CTUTMBI B TMEPEIHIO 4acTh KJIETKU (TOT
ke 3¢ dexT HabmogaeTcss U mocjae pa3pylieHUs
Bcero reHa, koaupywoiiero KP1) [122]. Bbonee
TOTO, MpUCOeNUHEHNE (DJIYOPECIIEHTHONH METKM K
C-TepMUHAJILHOMY YYacTKY BBI3bIBaeT Hapyllle-
Hue TpaHcroptupoBku KP1 B mmasmanemmy. OTu
HaOJIIOIeHNS TIOATBEPXKIAIOT paHee BbICKa3aHHYIO
TUMOTE3y, YTO LUTOIIa3MaTuYeckKue GparMeHThl
KP oTBeyaT 3a WX MpaBWIbHYIO JIOKAJIU3ALIUIO
B KJIETKE.

BaxHast posip HMTOIIa3MaTUYECKOTO JOMEHa
B (YHKIIMOHUPOBAHUU MUKPOOHBIX POIOICHU-
HOB Obljla MOKa3aHa paHee Ha MpUMepe CEHCOop-
HOTO pOJAOIICMHA M3 CHUHEe-3€JeHON BOIOpPOCIHU
Anabaena [123]. Moaudukanum UUTOMIa3MaTH -
yeckoro noMeHa KP Ttakxke BAMSIOT HA KUHETUKY
(ototokoB [124]. PochopunupoBaHue aMUHO-
KHUCJIOTHBIX OCTaTKOB B MPOKCUMAaJIbHOM IIUTO-
ia3matudyeckoM cermeHte KP1 um KP2 6bu10
OOHapyXeHO MpPU MOMOIIA MaccC-CHEKTPOMETPHU-
yeckoro aHanusa npemnapatoB C. reinhardtii [110].
BricTphie u3MeHeHUs cTeneHu GochopuInpoBa-
Hus KP1 koppenaupytoT co 3HakoM (poToTakcuca,
T.€. HampaBjJieHUWEM ABUXEHUS KJIETOK K MCTOY-
HUKY cBeTa wiu oT Hero [125]. OueBuAHO, 4TO
Kak JloKajau3auus (poTopeuenTopoB, TaK U U3Me-
HEHUS XapaKTEePUCTUK ero (GOTOTOKA OIPEaesIOT
U3MEHEeHUs 3HaKa (poTOTaKCuca.

buonHbopMallMOHHBIN aHaIW3 LUTOILIa3Ma-
Tuyeckux pparmeHToB KP HEKOTOPBIX MPOTUCTOB
(Ho He C. reinhardtii) BbISIBUJ HAIMYKE€ TOMOJIOTOB
pa3HOOOpa3HbIX JOMEHOB, 3aleiCTBOBAaHHBIX B
9H3MMATUUYECKUX CUTHAJIBHBIX KacKajaax JApYyrux
opraHu3MoB [126, 127], onHako 006 ux QyHKUIMU
B KJIeTKax IMOKa HWYero He u3BecTHO. Kpowme
TOro, LuToruiazmatuyeckue gparmeHtsl KP He-
KOTOPBIX 3€JeHbIX BOAOPOCEH comepxaT calThbl
cBsi3biBaHus Oenka SUMO (small ubiquitin-like
modifier), a 6uoxuMu4yeckue AaHHbIE TOATBEP-
KIAI0T oOpaTUMoe CBsI3bIBaHUe 3Toro oenka ¢ KP1
B tu3atax C. reinhardtii u peryasiuuio cTabujbHO-
ctu nocneaHero [128]. Hakonel, MeTonoM MMMy-
HOTIPEUMITUTALIMU ObLIO TOKa3aHO CBSI3bIBaHUE
nuroruiazmatuyeckux ¢pparmeHtos KP1 u KP2
¢ manoii I'T®azoit ARLI11, nmpuHamiexamein K
cemeiictBy Arf I'Td®a3, Koropbie OIMOCpeayloT
TPAHCIIOPT OEJIKOB B XXT'YTUKU UM PECHUYKMU KIle-
TOK >XKMBOTHBIX [128].

I'OBOPYHOBA, CUHELIIEKOB

PASHOOBPA3SUE KP
N UXTTPUMEHEHUME B OIITOTEHETUKE

Peructpaumsi (OTOMHIYLIMPOBAHHBIX BJIEK-
TPUUYECKUX CUTHAJIOB B KJIETKAX 3€JICHbIX XKTYTH-
KOBBIX BoOjopocieil mokasaia, yto KP 1mmpoxo
pacrnpocTpaHeHbl y MpeAcTaBUTEIE 3TOM cucTe-
MaTuyeckoil rpynmbl [25—27]. 3eneHble BOmO-
pociu — Oauxkailline poOICTBEHHUKU Ha3eM-
HBIX PACTeHMIA, YTO MOCIYXXUJIO OCHOBaHUEM IS
CEKBEHUPOBAHWSI TE€HOMOB MHOTHUX WX BHUIOB,
BKJIIOYasl T€, 4YTO TIpexXae ObUIM HCCIeIOBaHbI
afiekTpodusnonornyeckumu metonamu |[129, 130].
BuouHdopmarnyeckuii aHaau3 MOJTYYEHHBIX JaH-
HbIX BISIBUI >200 MHIMBUAYAJIbHBIX MOCIENOBa-
teapbHOCcTelt KP y aTux MukpoopraHusMoB (cnuc-
KM KOTOPBIX OIyOJMKOBaHbBI B padboTax Rozen-
berg et al. [127] u Govorunova et al. [131]), naieko
HE BCE M3 KOTOPBIX OBLIM HMCCIENOBAHbI MyTeM
reTEePOJOTMYECKON DSKCIPECCUM B MOIEIbHBIX
kieTkax. [logaBnstoniee OOJBIIMHCTBO U3 UCCTIE-
JOBaHHBIX TakKUM O0O0pa3soM MUKPOOPraHM3MOB
npeacTaBiasioT coboil, kak u KP C. reinhardtii,
MPEUMYIIECTBEHHO TPOTOHHBIE KaHaJbl, TaKXke
cnocobHbie mpoBoauTh Na*, K* u, B 3HaunTe b-
HO MeHblIel crenenu, Ca?* [26, 27, 33, 132, 133].
B coBoKynmHOCTH 3TU O€JIKA M3BECTHBI B JIMTEpa-
Type Kak «katuoHHbie KP» [58, 131, 134]. DT KP
IIMPOKO MCIOJIB3YIOTCSI B ONTOTEHETUKE JJISI CTH-
MYJSIUUU aKTUBHOCTU HEWPOHOB W JPYTUX BO3-
OyAMMBIX KJIETOK IMpU roMoIinu ceeta [40—42].

Bce uccienoBaHHble KpUNTO(MUTOBBIE BOIO-
pociu cnocoOHbI K poToopueHTauuu [135—137],
a y OIHOIO M3 UX MPECHOBOIHBIX MpeACTaBUTE-
JIeli perucTpupyrorcss (oTopeuenTOpHbIe TOKMU,
OJM3KKME MO CBOMCTBAM K TOKaM 3€JEHBIX XIy-
TUKOHOCLEB [24]. TToTHOCThIO OTCEKBEHUPOBAH-
HbIIf TeHOM MOpcKoit Bogpopocnu Guillardia theta
KOIMPYET HECKOJIBKO JECITKOB POAOIICUHOB, Cpe-
nu kotopbix ecTb KP [48, 138], mpoTOHHbBIE MTOM-
nel [139] 1 6enku, He obnagarolIe TPaHCIOPT-
Holt (pyHk1meit [24]. Ilo kpaiineit mepe nisaTh KP
G. theta (pyHKUIMOHUPYIOT KaK KATUOHHBIE KaHAJIbI
MPU BKCIIPECCUN B KJIeTKax MjekonuTawomx [138,
140, 141], 1 MHOrvMe uX roMoJIOTM OOHapy>KEHBI
y apyrux kpuntocutos [142]. IlpumeyarenabHo,
YTO MO CBOEH MEPBUYHOI MOCIEI0BATEIbHOCTU U
HEKOTOPBLIM JeTajsiM TPAHCIIOPTHOTO MeXaHW3Ma
9TU 0eJKM OOoJIbIlle TOXOXM Ha TajloapXeiHbIe
MpoToHHBIEe TToMIibl, YeM Ha KP 3eneHbIx Bomo-
pocieil, U moToMy MOJy4YUJIM Ha3dBaHUE «DaKTe-
puopononcuH-nogooHele KP» [50]. BTo cxomctBo
MOATBEPAUIOCH €Ille U TeM, UYTO ITU OEJIKU Mpe-
CTaBISAIOT coboit Tpumepnl [143, 144], a He nu-
Mepbl, Kak KP 3enenbix Bogopocneii [145—147].
bonblMHCTBO OaKTEpUOPOAONICUH-MIOA00HBIX KP
reHEpUPYIOT MaJieHbKHME TOKM TPU IKCIIPEecCuu
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UX T€HOB B KJIETKaX >KMBOTHBIX, HO IO KpaiiHelt
Mepe OIWH UX IpencTaBUTEIb, M3BECTHBINA Kak
ChRmine, moab3yeTcsl MOMYJISIPHOCTbIO B Kaye-
CTBE OIITOT€HETUYECKOTO MHCTPYMEHTa IJISl CTU-
MYJISILIUM HEHPOHOB 3eJIeHbIM cBeToM [ 148, 149].

Hpyraa rpynna KP G. theta obnagaer wuc-
KJIIOUMTEJIbHO aHUOHHOM CeleKTUBHOCThIO [48].
T'oMonornyHeie UM OelKK ObLIM OOHApPYXKEHBI Y
MHOTUX JAPYTUX BUIOB KPUNITO(GUTOBBIX BOAOPOC-
Jieil 1 ToJlyduian Ha3BaHUe «aHuoHHbIie KP» [150,
151]. bnaromapsi Hu3koit KoHueHTpamuu Cl- B
COM€ 3peJiblIX HEeHpOHOB OTKpbiBaHUE 3Tux KP
NpUBOAUT K BxoxneHUo Cl~ BHYTpb KJIETKM, TH-
neproyisipu3aliui MeMOpaHbl U TONABJICHUIO Te-
Hepaluu NoTeHUMaIoB neiicTBusl. AHHMOHHBIe KP
ObUIM YCIIEIIHO MCITOJb30BaHbl B KaU€CTBE OMNTO-
TreHETUYECKUX MHTUOUTOPOB HEMPOHHOI aKTHB-
HOCTHU M TIOBENEeHUs YepBeil, HACEKOMBIX, PbIO U
miekonurtamomux [48, 152—158]. Kpome toro, oHu
HAIUIM TIPUMEHEHNE KaK MHCTPYMEHT JJisl OTITO-
reHETUYECKOTO KOHTPOJISI ABMXKEHUS] YCThUYHBIX
KJIETOK W HampaBjieHUsl poCTa BBICIIMX pacTe-
Huit [159, 160].

ITomumo kpuntoputos, aHnoHHble KP Obun
OOHapyXeHbI y rantoUTOBbIX Bogopocieil [49] u
Jaxke Y HEKOTOPBIX MTPeICTaBUTEIet MOPCKMX 3elie-
HBIX Boponocieii [127]. Bonee Toro, roMmoaoruy-
Hble OeJIKM (TOYHee, KOOUPYIOIIUe UX TeHbl) ObLIN
BBISIBJIEHBI Y T€TepOTPOGHBIX OPraHU3MOB, MPU-
Haajaexalnyx K HaaoTaeay CTpaMeHONWJIoB [49,
131, 161]. IIpuMeyaTeabHO, YTO GONBIIMHCTBO DTHUX
OpPraHM3MOB, €CJIM He Bce, 00JIaIatoT XTYTUKaAMU
Mo KpaiHel Mepe Ha OIHOW W3 CTaiuil CBOEro
>kn3HeHHoro nukia. [IpeacrasisieTcss BEpOSITHBIM,
YTO B CBOMX HATUBHBIX KjeTKax aHUOHHbIe KP,
TaK Xe Kak M KaTUOHHbIE, CJy>KaT (hOTOpeIenTO-
pamu npu (HoToTaKCcUCe, XOTs 3Ta TMIoTe3a Tpe-
OyeT 9KCIIEpUMEHTAIBLHOM MPOBEPKU.

ITpumenenue anuonHbix KP, ~200 nocneno-
BaTeJIbHOCTEM KOTOPBIX M3BECTHBI B HACTOSIIUIA
MoMeHT [127, 131] Kak onTOreHeTUuYeCKUe UHIHU-
OUTOpPBI, OTPAHUYEHO HAMpaBJIeHWEM UX TOKOB B
KJIeTKax-peuunueHTax. B TepMuHamax MHOTHUX
akcoHoB KoHueHTpalusi Cl- BbIllle, YeM B coMme,
B pe3yabraTe 4ero (HoToBo30yXKIeHHE aHMOH-
Hbeix KP penonspuszyer MmeMOpaHy U Jaxe MOXET
MPUBOAUTH K T€HEpalMy MOTEHIIUAIOB IEUCTBUS
[162—165]. B xakoii-To Mepe 3T MOOOYHBIE -
(bexThl ymaercsl MpeofoJieTh MyTeM J00aBICHUS
K KOAUpYIOIIe TMOCAeI0BaTeIbHOCTU TaK Ha3bl-
BaeMBbIX <«HAMPaBISIOIMIMX CUTHAJIOB», TMPEIOT-
Bpamatoimux tTpancrnopt KP B akconsr [163, 165,
166], HO MOJHOCTBLIO MCKJIIOYUTH BO3MOXHOCTD
HeXenaTeJIbHON Jenoasapu3aluy TakuM o0pa3oM
He yaaercs.

Bot nouemy obHapykeHUEe B MPOILIOM TOIY
KP, oGnamatomux Oonblieil MPOHULIAEMOCTBIO
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nnsg K*, yem ps Na*, mpuBiekio BHUMaHKE MOJb-
3oBateneii. [lepBbie nBa Oefka Takoro pomaa, Ha-
3BaHHbIe <«KaJIuiHbIMU KP», Obliu HaiigeHbl y
rerepoTpodHoro crpameHonuna Hyphochytrium
catenoides [51], a BOCIEICTBUU WX TOMOJIOTU OBbLIN
OOHapyKeHbl U Y HEKOTOPBIX IPYIrMX OpraHu3MOB
[167, 168]. Pe3ynbraThl mepBBIX OMBITOB IO MOAAB-
JICHWI0 HEHPOHHON aKTHUBHOCTM IPU ITOMOIIU
KanuitHeix KP BBIDISOST oueHb OOHAlIEXMBalO-
e [51, 167, 169], Tak 4TO MOXXHO HAAEATHCS, YTO
B OyaylieM MMEHHO OHU CTaHYT OCHOBHBIM MH-
CTPYMEHTOM J1JIs1 OTOM LIEJN.

Heo6xomuMo OTMETUTb, YTO B HACTOSIIIEE
BpeMsI B OIITOreHeTHKe, ocHoBaHHOI Ha KP, wmc-
ITOJIB3YETCS TOJIbKO OfMHA (DYHKIIMS 3TUX ITUTMEH-
TOB — TIPSIMOII TOK 4epe3 MoJeKyny. Bropas u
BasKHENIIasi B HATUBHBIX KJIETKaX (PYHKLIUS — Te-
Hepalus 3aaep:KaHHOTO (DOTOPEIENITOPHOTO Kaslb-
1ueBoro Toka ¢ ycuiieHueM B 1000 pa3 — moka He
Halljla IPaKTUYeCKOro IMIpUMEHEHMs, TIOTOMY UTO
OCYIIECTBJIAIONINE €€ KalblMeBbie KaHaJbl IMOKa
HE yIaJloch MACHTU(PUIUPOBAThH HAa MOJEKYJISIpP-
HOM YpOBHE.

SAKIIIOYEHUNE

B 1970-¢ rr., xorna B MI'Y Hauanucek uccie-
JTOBaHUS (POTOINEKTPUYECKON aKTUBHOCTU Oak-
TepUOPOIOIICMHA U ellle He MASHTUDUUIUpPO-
BaHHBIX Ha MOJIEKyJsIpHOM ypoBHe KP, Onu1o,
KOHEYHO, HEBO3MOXKHO IPEABUACTH ITOSIBJIEHUE
LIieJ0ii HOBOI o0JlacTM OMOMEAUUMHBI, U3BECT-
HOI CEerogHsl KaKk OIITOr¢HETHKa WM OCHOBAHHOM
Ha KCIIOJIb30BAHUN 3TUX OEJIKOB IIJIsI MaHUWITYJISI-
LMK MeMOpaHHBIM MOTECHLMAJIOM IPU ITOMOIIU
cBeTa. B HacTosiee BpeMs JUIIb OAHA U3 (PYHK-
LM peuentpoB ¢ororakcuca (UX KaHalbHAasT aK-
THUBHOCTb) IIpUMEHsIeTCs B ontoreHeTKe. Cox-
HBIf M MCKJIIOUYHUTEIbHO YYBCTBUTEIBHBINA KacKall
TpaHCAYKLMU CBETOBOrO CTUMyJIa TIpu (HOTO-
TaKCHUCe ellle XIEeT CBOero mpuMeHeHus. TeM He
MeHee 3TOT MpUMEep CAYXKUT HamISIAHON WILIIO-
cTpauMeil BaXKHOCTU (PyHIaMEHTAJbHBIX MCClIe-
JOBAHU 1J1s1 HAYYHO-TEXHUUECKOTO Mporpecca.

Bknax asropos. E.I. [oBopyHOBa — Hamuca-
Hue Tekcta 0030pa; O.A. CuHelleKOB — KOHILETI-
sl pabOThl, HAITMCAHUE U PENaKTUPOBAHUE TEK-
cTa ob30pa.

®unancupoBanue. PaboTa BeIloIHEHA 3a CYET
YaCTHBIX CPENICTB aBTOPOB.

BaaromapHocTu. ABTOPBI BhIpaXkaloT MpU3HAa-
TEJIBLHOCTb BCEM KOJlJIeraM, paboThbl KOTOPHIX MPO-
LIMTUPOBAHBI B 3TOM 0030pe.

KondaukT uHTepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(JIMKTA UHTEPECOB.
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B Ka4eCTBE OOBEKTOB.
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CHANNELRHODOPSINS: FROM PHOTOTAXIS TO OPTOGENETICS

Review

E. G. Govorunova and O. A. Sineshchekov*

e-mail: egovoru@yahoo.com; oleg_sinesh@yahoo.com

Channelrhodopsins stand out among other retinal proteins because of their capacity to generate passive
ionic currents following photoactivation. Owing to that, channelrhodopsins are widely used in neuroscience
and cardiology as instruments for optogenetic manipulation of the activity of excitable cells. Photocurrents
generated by channelrhodopsins were first discovered in the cells of green algae in the 1970s. In this review
we describe this discovery and discuss the current state of research in this field.
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