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Cnucok coxkpameHui

[1BK — murMeHT-0eMKOBBI KOMIUIEKC

®C1 — porocucrema 1

®C2 — porocucrema 2

OBC — puxobunrcoma

D3 — pukodpUTPUH

@I — puxormanux

A®II — anmmodukormanuH

TO — TepMUHAIBHBIA SMUTTED

WT — gukuii Tunn Synechocystis sp. PCC 6803

CK — myranT Synechocystis sp. PCC 6803, suiieHHbIi (hUKOIMaHuHA

PAL — mytanT Synechocystis sp. PCC 6803, nuiiieHHbIi GUKOOUIHCOM

OCP — opaHkeBblil KAPOTUHOUIHBII OETOK

OCPP — neakTuBHas (OopMa OPaHKEBOr0 KAPOTHHOMIHOIO GesKa

OCPR — akTuBHas (hOpMa OPaHKEBOTO KAPOTHHOMIHOTO OEJIKa

RCP — «kpacHbIi» KapOTHHOUIHBINA OETTOK

NTE — ygactox N-konmesoi nocieaopatenHocTd OCP ¢ 1 mo 18 aMUHKHCIIOTHBIN
OCTaTOK

CTT — yuactok C-xonneBoii nmociegoBareanocta OCP ¢ 305 mo 311 aMHUHKHUCIIOTHBIN
OCTaTOK

A®K — akTHBHBIE (POPMBI KUCIOPOA



BBEAEHHUE

AKTYAJILHOCTH T€MbI

DAEeKTPOHHO-KOH()OPMAaLIMOHHbBIE B3aUMOJCHCTBUS B OMOIOTMYECKUX
MaKpOMOJIEKYJIIPHBIX KOMILIEKCaX JiekaT B OCHOBE (hyHAaMEHTAIbHBIX MEXaHU3MOB UX
dbyukimonupoBanus. B hoTodyBCTBUTENBHBIX MUTMEHT-0eNKOBBIX KomIuiekcax (I1BK)
(OTOCHHTE3UPYIOLIMX OPraHU3MOB IMPOTEKAIOT TMEPBUYHBIE MPOLECCHl (OTOCHUHTE3A.
XapakTepHOil 4epToil ATUX MPOIECCOB, CMOCOOHBIX APGHEKTUBHO aTANTHUPOBATHCS K
U3MEHEHHUSIM  YCIOBHM  OKpY’Kalolleil  cpeapl, SBISIETCA  BBICOKAass  CKOPOCTb
TpaHcopMali SHEPTHH TOTJIOMICHHOTO CBETa W IMEpeHOoca JJEKTPOHA Jaxe MpH
CBEpPXHHU3KHMX TeMmmeparypax. Ha ocHOBe mNOHUMaHHS MEXaHHU3MOB 3JEKTPOHHO-
KOH(OPMAITMOHHBIX B3aMMOJICHCTBUII B HATHBHBIX CHUCTEMaX CTAaHOBHUTCS BO3MOXKHA
pa3paboTKa HCKYCCTBEHHBIX ()OTOCEHCOPOB U ONTOT€HETUUECKUX KOHCTpYKIMA. Bmecte
c TeM (yHAaMeHTaldbHble OCHOBBI MHOTUX peakuuid B IIBK ocratorcs HemocraTouHO
W3YYCHHBIMH B TOM YHCJE H3-3a2 Pa3HOOOpaswsi BUAOB aBTOTPO(QHBIX OPraHU3MOB, a
Takke Bcienctsue JadunbHOCTH CTpyKTyp [IBK, ydactByrommx B Tpancopmainuu
sHepruu. B IIBK nmanoGakrepuii, B OTIMUME OT BBICIIMX PACTCHUW, WHAYKLIMS
GOTO3aMTHBIX  peakiuii 00ycioBieHa (OTOAKTUBHBIM OEIKOM, COAEpKaIUM
kapoTuHoun. JlaHHas paboTa TMOCBSIIEHA H3YYEHUIO MOJEKYJISPHBIX MEXaHU3MOB

TpaHchopmaruu 3Heprun B porouyBcTBUTENbHBIX [IBK 1inanobakrepwuii.

Pa3BuTre METONOB MOJIEKYJAPHON OWMONOrMM M OUMOXMMHUM TPUBEIH K
BO3HUKHOBEHHIO B Hayaje XXI Beka psjia HOBBIX MOAXOJOB K HCCIIECIOBAHUIO OEJIOK-
OEJIKOBBIX B3aUMOJICUCTBUI, META0OINYECKUX PEAKIIUA U METO/IOB MX JIETEKTUPOBAHUS
in vitro u Ha ypoBHe KiIeTkH. DyHIaMEHTAIBHON OCHOBOM JaHHBIX MOJIXOJIOB SIBJISETCS
ri1yO0oOKOoe MOHMUMAaHHE CTPYKTYPHBIX U (YHKIHMOHAJIBHBIX OCOOEHHOCTEH HAaTHUBHBIX
OENKOB M CO3JaHHBIX Ha WX OCHOBE XMMEPHBIX KOHCTpYKUMH. Takue KOHCTPYKIMU
OOBIYHO COCTOSIT M3 HECKOJBKUX MOAYyJeH: «(yHKIMOHAIBHOTO» - OTBEYAIOUIETro 3a
B3aMMOJICHCTBHE ¢ OeNKaMU WU JUTaHJaMH U «UHIUKATOPHOTO» - 00€CIeYrBaIOLIETo

BO3MOKXHOCTb KOHTPOJISA 3a JIOKaJIM3auuen KOHCTPYKIHUHN U OCYHICCTBHHCMOﬁ (1)
S)



bynkuuei. bonblioil MHTEpec Hay4HOro COOOIIECTBA MPEJCTABISIOT T€HETUUYECKU
KOJIUPYEMBIE KOHCTPYKIIUH, obnagatroue BO3MOKHOCTBIO yIIpaBJICHUS
(YHKIIMOHATBHBIM COCTOSTHUEM CHCTEMBI C TOMOIIBIO CBeTa. Takue KOHCTPYKIUU
Ha3bIBAIOT «ONTOTCHETHYECKHMMW», a CaMO HAMNpPABJICHUE ONTOTCHETUKU MOJIyYUIIO
IMPOKOE MPU3HAHKE MTOCIIE YCIEIIHOIO MPUMEHEHUS (DOTOUYBCTBUTEIBbHBIX KaHAIBHBIX

POJIOTICHHOB JIJIsl aKTHBAIIMKA ¥ TOPMOKEHHS BO30YTMMOCTH HelpoHoB [1-5].

Co3ianre MOJIEKYJIIPHBIX KOHCTPYKLUH, MOAXOASIINX U PEIICHHUS] KOHKPETHBIX
3alad OMOPU3UKM U HEHpPOPHU3UOIOTHH, CIOCOOCTBOBAJIO MPOPHIBY B MOHUMAHHUH
(GYyHKIMOHUPOBAHUSI HEPBHOW CHUCTEMbI YEJIOBEKAa, Pa3BUTUIO HOBBIX IMOAXOIOB K
JICYCHUIO HEHPOIETCeHEPATUBHBIX 3a00JICBaHMIA M yNpaBJICHUIO (QyHKIUSIMH Mo3ra [6-
10]. Be3ycioBHO, 3TH ycCleXH HEBO3MOXHBI 0O€3 MOHUMAaHUS (YHIaMEHTATbHBIX
MOJIEKYJIIPHBIX NPUHLMIOB (YHKIMOHUPOBAHUS POJIONCUHOB, HUX CTPYKTYpPhl U
NOCJIEI0BATEIBHOCTH (POTOLUKINYECKUX PEAKIHUI, BaXXHYIO pPOJb B HCCIIEJOBAHUU
KOTOpBIX chirpanu oteuecTBeHHble Onodusuku (O.A. Cunemekos, E.I'. 'oBopyHOBa,
C.II. bamamos, E.II. JlykameB wu Japyrue), wucciegoBaBiuime (GOTOTAKCHUC

(bOTOCI/IHTCTI/I‘-IGCKI/IX MHUKPOOPIraHU3MOB.

Nmenno QoTocuHTETHYECKHME OpraHu3Mbl  00JajaroT OoratbiM  HabOpOM
pa3HOOOpa3HBIX (POTOUYBCTBUTEIBHBIX H  (DOTOYMPABISIEMBIX IMMHUTMEHT-OCITKOBBIX
KOMITJIEKCOB, TO3BOJISIONIUX MM YCIEIIHO aJanTHPOBATHCS K H3MEHEHUSIM YCIOBUMN
okpyxatomei cpenbl. M3-3a pazHooOpasus BUIOB (HOTOABTOTPOQPHBIX OpPraHU3MOB
MEXaHU3Mbl MHOTHX (DOTOQJTANTHBHBIX PEAKIIMH OCTAIOTCS MaJOW3yYCHHBIMHU, XOTS
pEryJsTOpHbIE OENKH, YYaCTBYIOUIUME B ATUX MPOIECCaxX, MOTCHIMAIBHO MOTYT OBITh
WCITOJIb30BAaHbl KaK OCHOBA JIJIS CO3JaHUS HOBBIX ONTOTCHETUYECKUX KOHCTPYKITUH.
Jlannass paGoTa  TMOCBSIIEHA  UCCJIENOBAHUIO  DJIECKTPOHHO-KOH(POPMAIIMOHHBIX
MIPUHITUTIOB (GYHKIIMOHUPOBAHUS (OTOYYBCTBUTEITHHBIX TUTMEHT-0EITKOBBIX

KOMILIEKCOB IIMAaHOOAKTEPHI.

CreneHn pa3padoTAHHOCTH TEMbI HCCJISTOBAHUS

3a mocienHue JAeCATUIICTUS] OBLIM  yCTAHOBJIEHBI OCHOBHBIE MEXaHHU3MBbI
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TpaHchOpMaIi SHEPTUU B CUCTEME TIEPBUYHBIX MPOLECCOB (POTOCUHTE3a, CBI3AHHbBIE C
AJIEKTPOHHO-KOH(MOpMaIIMOHHbIMU ~ B3aumojerctBusimu B [IBK. Dt mpouecchl
00yCIOBJIEHBI 0€3bI3TyUaTeIbHbBIM IEPEHOCOM YHEPTUH IEKTPOHHOTO BO30YXKICHUS B
CBETOCOOMpAIOIUX AaHTEHHaX, T'eHEpalMe SJIEKTPOHHOTO TMOTOKA M TYHHEJIbHBIM
NEPEeHOCOM  JJIEKTpOHA MO0 [end mnepeHocyukoB. (CormacHO  COBPEMEHHBIM
NPEACTABICHUSIM, IIMAaHOOAKTEpUU SIBIISIIOTCA JIpeBHEUIIUMHU  (POTOABTOTPOGHBIMU
OpraHM3MaMH, BO3HUKIIUMHU Oojiee TpeX C IMOJIOBMHOW MWILIHApIOB JIET Has3ad, |
OKa3aBIIMMH 3HAYUTEIHHOE BIMSHUE KaK Ha T€OJIOTUYECKYIO UCTOPHUIO 3eMIId, TaK U Ha
pa3BuTHE XKM3HM Ha Hamied rianere [11, 12]. HecMoTps Ha KaxyIIyroCs MPOCTOTY
OpPraHM3alMi ITHX OJHOKJIETOYHBIX OPTaHMW3MOB, MX T€HOM COJAEPXKHT JOCTATOYHOE
KOJIMYECTBO MH(POPMALIUU JIJISI peaU3allii YHUBEPCAIbHBIX MEXaHU3MOB BbKUBAHUS U
amanrtanui. IMEeHHO 5T MeXaHU3MBbI IO3BOJIMIIN [IMAHOOAKTEPHUSM HE TOIBKO 3aHSAThH BCE
CYLLIECTBYIOILIME SKOJIOTMUECKHE HUILIN, HO ¥ U3MEHUTD O0JIMK Halel miuaHeTsl. [lepexon
MUAaHOOAKTEepHi K OKCUTEHHOMY (DOTOCHHTE3Y MPHUBEN K OKHUCICHHIO TOPHBIX MOPOJ,
MOSIBJICHUIO CBOOOJHOTO MOJIEKYJIIPHOTO KHCIOpoja B atmocdepe, GpopMHpOBaHUIO
noHocdepsl U psALy APYTUX SIBICHUW, B COBOKYIHOCTH, Ha3biBaeMbIX «Kucimopomnoi
katactpodoit (peBomtorueit)». IloCKONIbKY KHCIOPOA SIBIASETCS OKHUCIUTENEM, 3TO
COOBITHE SBHJIOCH KaTacTpo(oil Al aHadpOOHBIX OPraHU3MOB, JIMIICHHBIX 3AIIMTHBIX
MEXaHU3MOB, PETYJIMPYIONINX YPOBEHb akTUBHBIX (hopm kucinopoaa (ADK). Ognako, y
UAaHOOAKTEpU STM MEXaHHW3Mbl 3aJI0O)KEHbI B  OCHOBE (YHKIIMOHHPOBAHMUS

(OTOCUHTETUYECKUX MEMOpaH.

COBOKYITHOCTh TEPBHYHBIX (DOTOCHHTETHMYECKHX TIPOIECCOB HAMpaBiieHa Ha
npeoOpa30BaHNUEe YHEPTHHM KBAHTOB CBETA B DHEPTHIO XUMHUYCCKUX CBS3EH aKICTOPOB
ekTpoHOB. [IpeoOpa3oBaHMEe OCYIIECTBISAECTCS B PEAKIMOHHBIX IEHTPax MpHU
BO30Y)KJICHHHM  CHCIMAIBHBIX UTMEHTOB, OJHAKO TMpsMoe  (OTOBO30YKICHUE
Mano3(ppeKTUBHO, TOITOMY Y BCeX (DOTOCHMHTETHUYECKHX OPTaHU3MOB €CTh aHTCHHBIE
KOMITJIEKCHI, OCyIIeCTBIstomue (GyHKuo cBerocOopa. [lockonbKy mpu OTCYyTCTBUU
JOCTYITHBIX aKIENTOPOB (M JOHOPOB) D3JEKTPOHOB BO30YKICHUE MUTMEHTOB MOJKET

npuBecTd kK oOpazoBanuio ADK, yHUBEpCcaTbHBIM 3alIUTHBIM MEXAHW3MOM SIBIISIETCS
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perynmpyemMoe BBEJCHHUE B aHTCHHBIN KOMIUIEKC MOJICKYJ TYIIUTENEH 3JIEKTPOHHOTO
BO30YKJEHUsI, CHOCOOHBIX OBICTPO W A(PGEKTUBHO KOHBEPTHUPOBATH DJIEKTPOHHOE
BO30Y>KICHHE B TEIJIO. DTOT MEXAaHU3M pealln3yeTcs, Kak M B KJIETKaX [[HaHOOAKTEPHiA,
TaK W Y BBICIINX PACTCHHIA, W, HECMOTPS Ha 3HAUUTEIbHBIC PA3IHUUs B CTPYKTYpPHOU
OpraHM3allMd AHTEHHBIX KOMILIEKCOB, OCYIIECTBISIETCS C TIOMOIIBIO MOJEKYII

kapotunounaos [13-15].

Ocoboe  3HaueHue i1 MOAJACPNKAHUSA  DHEPreTUYECKOTO OaslaHca
(OTOCHUHTE3UPYIONIETO OpTaHW3Ma HMEET BO3MOXKHOCTh OBICTPOrO W 0OpPaTHMOro
NEPEKITIOUEHUsT MEeXAy (OTOXUMUYECKMM H  HE()OTOXUMHUYECKHUM  TYIICHHUEM
BO30yxmeHus murmMenToB [13, 14, 16-18]. Tak, y BeICIIMX pacTeHUH HE(OTOXUMHUIECKOES
TyIICHHEe WHAYIUPYETCs TpH TOHMWKEeHMH pH IromMeHa THIaKkouaoB (epMeHTaMH,
OCYIIECTBISIOIIMMHI  TOCJEA0BATENbHYI0  JEITIOKCUIALMI0  BHOJAKCAaHTHUHA U
IPEBpALICHHE €T0 B 36aKCAaHTHH, CIIOCOOHBIN IPUHUMATh Ha ce0s S3HEPTUI0 BO30YKICHUS
MOJIEKYJ XJIOpouJUIa aHTEHHBI. Y I1MaHOOaKTepHuil CcBeTocoOuparoiias aHTEHHA
npeacTaBisieT co00i MeraaabTOHHBIN KOMILIEKC U3 COTEH BOJOPACTBOPUMBIX OETIKOB U
TBICSTY IUTMEHTOB, OCYIIECTBIISIIOIINX IEPEHOC YHEPTHH BO30YKACHUS Ha XJTIOPOPHILI IO
OPUHITUITY «OHEPTEeTUYECKOM BOPOHKH», TIOITOMY JUIsl TYIICHHS BO30YXICHUS
JI0OCTaTOYHO BCEro OAHOW MOJIEKYJbl KapOTHHOW[A, PACIIONOKEHHONW B Y3KOM MECTE
BOPOHKM — B HEMOCPEACTBEHHOM OJM30CTM OT TEPMUHAIbHBIX 3IMHUTTEPOB

(bayopecueHITnn.

CnoXHOCTh pealu3alil TaKoro MEXaHW3Ma 3aKIIo4YaeTcs B TOM, YTO JIJIs
aKTUBAIMK HEPOTOXUMHUYECKOTO TYIICHHS BOJOPACTBOPUMOW AHTEHHBI K €€ sapy
JIOJDKHA OBITH OCTaBiieHa TuapodoOHas MOJEKyia KapOTUHOUAA, a NIl WHAKTUBAIIUU

TYHOIUTCIIb JOJIZKCH OBITH YOAJICH OT AApa Ha 3HAYUTCIIbHOC PACCTOSAHUC.

HecmoTpst Ha TO, 4TO MCCIEIOBaHUS KAPOTUHUIHBIX OCJIKOB IIMaHOOAKTEPHil OBLITH
HadaTel B 80X romax XX Beka, NMEPBBIC JI0KA3aTEIbCTBA y4YacTHUS KapOTHHOHWIOB B
perymsiuu cBeTocOopa B KIeTKax uanodakrepuit nmosisuiuck auiib B 2004 roxy (H.B.

Kapanersn, U1.H. Craganuyk, U.B. Enanckas ¢ coast. [19]). ITo3aHee ObLIO MOKa3aHo,
8



4TO JJIs aKTUBAIMM HEPOTOXMMHUYECKOTO TYIIECHUsS IuaHoOakrepuu Synechocystis sp.
PCC 6803 neobxomauMm (OTOAKTHBHBIA OpaHXKEBbIM KapoTHHOMAHBIA Oenok (Orange
Carotenoid Protein, OCP, cm. puc. 1), a 1 WHaKTHBAIlMKM - TaK HAa3bIBACMBIH OCIIOK
BocctaHoBieHus:  Quryopecuenuuu  (Fluorescence  Recovery  Protein, FRP).
[IpoctpanctBennbie cTpykTypel OCP m FRP Opuln ycTaHOBJIEHBI C TOMOIIBIO
pentreHocTpykrypHoro anammsa (B 2003 u 2011 romax, coorBercTBenHo [20, 21]), a
CTpyKTypa aHTeHHOro komruiekca — ¢ukoounucombl (OBC) Obima ompeneneHa c
MIOMOIIBI0 KPHUOAJIEKTpOHHON Mukpockommu (2017 [22]). OmnHako, mMeromuecs B
JUTEpAType JAaHHBIC O B3aUMOJICUCTBUM YYACTHUKOB HE()OTOXMMUYECKOTO TYIICHUS U
MEXaHU3MaX PETyJSIUA HOCAT (pparMeHTapHBIA XapaKTep WA HAIpaBJICHBI JIUIIb HA
pacuIMpenue npeIcTaBieHud 00 0COOCHHOCTSAX MPOTEKAHUs MPOIECCa Y Pa3HbIX BUIOB
[IUaHOOAKTEPHii, a HE YCTAHOBJIEHUU MEXaHH3Ma B 11e7IoM. Bo MHOTOM 3T0 00BsSICHSIETCS
OTCYTCTBUEM JO0 HeJaBHero BpemeHu uHpopmaiuu o dororukie OCP, B kotopom
TIepexo]] MEXIY COCTOSHUSAMM OCYINECTBIseTcss B Macmrabe Bpemen ot 1072 mo 102
CEeKyHJl, a ()YHKIMOHAJIHLHO aKTHUBHas (opma mpeAcTaBisieT coOOW paciIaBICHHYIO
rio0yny [23]. [loaTomMy asi M3y4eHHS MEXaHM3MOB PEryJSIIMA HE(POTOXUMHUECKOTO
TYIICHHUS] B paMKaX JaHHOW pabOThl MCIOJB30BAIM KOMOWHAIIMIO SKCIIEPUMEHTATBHBIX
MOJIX0/IOB, OCHOBaHHBIX, BO-TIEPBBIX, HA MUCIOJb30BAHIUN COBPEMEHHBIX CHEKTPATHHBIX
METOJ/IOB aHaJlM3a, B TOM YHCJIE C BBICOKUM BPEMEHHBIM pa3pericHueM, U, BO-BTOPHIX,
CTAOMIM3AIMN TIEPEXOJHBIX COCTOSHUM (POTOAKTUBHOTO O€iaKa, HEOOXOJAUMBIX JIJIs

BSaHMOHCﬁCTBHH C APYIr'MMHU YHaCTHHKaMU ITpOLeCCa HC(l)OTOXI/IMI/I‘IGCKOFO TYHICHMA.

B nacrosiiiee Bpemsi 0coObIil HHTEpEC MPENCTABIIAET MEXaHU3M COOPKU MOAYILHOTO
BOJIOPACTBOPUMOTO (HOTOAKTUBHOTO KApOTUHOUJHOIO Oejka u3 amno-hopmbl Oenka,
CUHTE3UPYEeMOii Ha pubOCcOMax, M KETO-KapOTHHOM 1A, PACIIOJIAraloIIerocsi B MeMOpaHax.
JlaHHBIN TIpollecC MoIApa3yMeBaeT HE TOJBKO Tepexo] THAPOPOOHONW MOIEKYIIbI
KapOTHHOWJIa W3 MEMOpaHbl B ITUTOILIA3MY, HO TAaKXKE M 3HAYUTEIHHOC W3MECHEHUE

KoH(opmaIuu 6€IKOBOM MAaTPHUIIHI.

[TorumMaHue MpOIECCOB, JSKAIMUX B OCHOBE (DYHKIIMOHUPOBAHUS (POTOAKTHBHBIX
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O€JIKOB M perysisiiuu (HOTO3aIMTHBIX MEXaHU3MOB B LIEJIOM MPECTABISET HHTEPEC KaK
C TOYKHU 3PCHUS Pa3BUTHUS (PYHIaMEHTAIBHBIX MPEICTABICHHUHA O IIHAHOOAKTEPHATHLHOM
doToCHHTE3e M MEXaHW3Max aJaNlTalud ITUAaHOOAKTePHH K pPAa3IMYHBIM YCIOBUSAM
OKpYJKaloIIel Cpelbl, TaK W JUIA PEIICHHs psjaa NMPUKIAIHBIX 3a7ad, CBSA3aHHBIX C
pa3pabO0TKOi HOBBIX (HOTOOMOCEHCOPOB M CHCTEM JUIsl ONMTOTCHETUYECKOTO KOHTPOJIS,
OCHOBAHHBIX Ha ()OTOAKTUBHBIX O€JIKaX, U MOBBIIICHHHA CKOPOCTH MPOAYKIIMH OMOMACCHI

B OMOTEXHOJIOTHYECKOM IMPOMBIINIJIICHHOCTH.

Puc. 1. Tpexmepnast moniens akTuBHOM KpacHou Gopmbr OCP.

Ieab auccepTallMOHHON paboThl CBsi3aHa C pelleHueM (yHAaMEHTaIbHOU
onodusnyeckoit  mpoOsieMbl —  YCTAaHOBJICHHEM  MEXAaHU3MOB  DBJIEKTPOHHO-
KOH()OPMAIIMOHHBIX B3aUMOJACHCTBUN B MAaKpOMOJIEKYJISIPHBIX OEJTKOBBIX KOMILJIEKCAX.
OCHOBHBIM HampaBJ€HHEM pabOThl SBISJIOCH H3YYEHHE HTUX B3aWMOJCWUCTBUI B
dotocunrernuckux I[IBK 1nwmaHoGakTepuii ¥ MEXaHWU3MOB WX PETYJAIHH. ITO
MpEeArnojaraeT ornpeaesieHue NPUHLUIOB CTPYKTYPHOU U (YHKIMOHAIBHOW OpraHu3aliuu
(OTOAKTUBHBIX  OEJNKOB, MEXaHM3MOB MX KOH(POPMAIMOHHOM  MOJBUIKHOCTH,
MOCJIEIOBATEIBHOCTH (POTOMHAYIIMPOBAHHBIX KOH(pOpMalMoHHbIX npeBpaieHuii [1BK.

st qocTrkeHus e padoThl OBUIHA MOCTABJICHBI CIICAYIONINE 3a1aYHU:

1. Onpenenuth napaMeTpbl TpaHCHOPMAIIMU SHEPTUHN JICKTPOHHOTO BO30YKICHUS B

KOMITJIEKCax (PUKOOMIMCOMa — OpaH)KEeBBIM KAPOTHHOUIHBIN OEIIOK, UCCIIeIOBATh
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MCXaHNU3M HC(bOTOXI/IMI/I‘IeCKOI‘O TYIICHUs B HATUBHBIX W  MOJCJIBbHBIX

KOMIIJICKCAax.

2. YCTaHOBUTH MOCJEI0BATEILHOCTh U MapaMeTpbl KOHGOPMAIIMOHHBIX MEPEX0I0B
KapoTHHOMJIa M OEJNKOBOW MaTpullbl MpU (POTOBO3OYKIECHUU OPaHKEBOTO
KapOTUHOMAHOTO Oenka. OxapaKTepu3oBaTh CTPYKTYypHbIE M (PYHKIIMOHAIbHbBIC

CBOMCTBA MHTEPMEINATOB (DOTOLMKIIA OPAHKEBOTO KAPOTHHOUIHOIO OEJIKa.

3. HccrnenoBaTh MEXaHU3M B3aMMOJICHCTBHS OPAaHKEBOTO KapOTUHOMIHOTO OelKa C
PEryJsiTOpHBIM OEJIKOM BOCCTAaHOBJICHMS (PIIyOpECLEHIIMM Ha Pa3HbIX CTaJusIX

dboTonuKIiIa.

4. V3yunth 0COOCHHOCTH OEJIOK-OMOCPEOBAHHOTO TPAHCIIOPTa KAPOTUHOWIOB HA

MOJICITBHBIX CHCTEMAaX.
O0beKT U npeaMeT UCCJIeI0BAHMS.

[IpeameT wuccienoBaHHWs COCTOUT B YCTAHOBICHWH KIIFOYEBBIX MEXAHU3MOB
AIEKTPOHHO-KOH(OPMAIIMOHHBIX B3aUMOJAECUCTBUI XpOMO(OPOB 1 OEIKOBOW MaTPHIIbI B
¢orouyBcTBUTENbHBIX [IBK ¢ momompio Ounopusnueckux MeronoB. OCHOBHBIMU
00BEKTaMU UCCIIEJOBAHMSI IBUIMCHh BOJOPACTBOPUMBIE (POTOAKTUBHBIE KAPOTUHOUTHBIE
O€JIKK U MOJIETIbHbIE KOHCTPYKIUH, CO3/IaHHbIE Ha X OCHOBE, AHTEHHbIE KOMIUJIEKCHI U
UX KOMIIOHEHTBI, a TaKXe OeNKH, peryiupyomue (OTO3alUTHbIE MEXaHU3MbI

[IUaHOOAKTEPHIA.
Hay4nasi HOBU3HA padoTHhI

VYcraHoBneHa o0miasg  IOCJIENOBATENbHOCT W MEXAHM3Mbl  3JIEKTPOHHO-
KOH(GOpMalMOHHbIX TNepexonoB B (orouukie OCP, uHaynupyemble NOTIONIEHHEM
KBaHTa CBETAa MOJIEKYJIOW KapOTHHOMJA B COCTaBe OEJKOBOW MaTpullbl. BbIsBIIEHbI
OCHOBHBIE MHTEPMEAMNATHI (DOTOLIMKIIA, OLIEHEHBI CKOPOCTH PEAKIUIl MEPEX0I0B MEKITY
koHpopmarmoHHbIMU cocTosiHusIMU OCP. Craguu ¢gotonukia OCP mocnenoBarebHO
BKJIFOYAIOT Pa3pbIB BOJOPOJHBIX CBS3EH MEXKIy KApOTMHOUJIOM U OEIKOBOM MaTpHIIEH,

HN30MCPU3AIIMIO KAPOTHHOWIA M €10 ICPCMCHICHHUC MCKIAY CTPYKTYPHBIMU JTOMCHAMU
11



Oeika, epexo] 0eaKa B COCTOSIHUE PAcIUIaBICHHON TTI00YIbl 1 00pa30BaHUE aKTUBHOTO
curHainsHoro coctosiuus OCP. Ilepexonq OCP B cocTosiHue paciiaBI€HHON TJIOOYJIbI
o0ecrneunBaeT JOCTABKY MOJIEKYJIbI TYIIUTENS - KAPOTUHOMIA K aHTEHHE U 00pa30BaHMe
KOMILJIEKCA C BBICOKOA(P(EKTUBHBIM MEPEHOCOM PHEPTUH AJIEKTPOHHOIO BO30YKICHUS
Mexay nurmentamu OBC u kapotuHouaom. Packpeita posnb FRP kak perynsitopa
B3aumozeiicteust OCP ¢  ®BC, obecneunBaromas HEOOXOAUMBIN  YPOBEHb
HedoToxumuueckoro TyuieHus ¢uayopectueHmu ObC 1 BoccTaHOBJIEHHE HCXOHOTO
HeakTuBHOTO cocTtosiHus OCP. B pesynbrate uccienoBanust 0COOEHHOCTEH CTPYKTYPHOU
opraHu3anuu oTaeNdbHbIX JoMeHOB OCP OTKpBIT HOBBINA Kiacc IMaHOOAKTEPHUATBbHBIX
KapOTUHOMIHBIX OEJIKOB, CIIOCOOHBIX 00€CTIEUUTh TPAHCIOKALNIO KAPOTUHONI0B MEKTY

MGM6paHaMI/I n OelkamMu I pCryJrinun (1)OTO33HII/ITHI>IX MCXaHHM3MOB.

[Tonyyen psg MyTaHTOB, (YHKIIMOHAJIBHO COOTBETCTBYIOIIUX WHTEpPMEIUATaAM
dbotorukiia OCP. OxapakTepr3oBaHbl 0€JI0K-0€JIKOBBIE B3aUMOJICHCTBUS U yCTAHOBJIEHA
cTpykTypa ogHoro u3 komiuiekcoB OCP ¢ 6enkom BoccTaHOBIEHUS (HIIyOpeCICHITUN
(Fluorescence Recovery Protein, FRP), moka3ano 4ro o0pa3oBanue komiuiekca ¢ FRP
CIIOCOOCTBYET YBEJIMYECHHUIO BEPOSTHOCTH TEPEMENICHUS MOJEKYJbl KapoTHHOUAA B

HCXOAHOC ITIOJIOKCHUC.

VYcTaHOBJIEHO, YTO M3MEHEHUE KOH(popManuu XpoMoQpopoB (PUKOIUAHOOUINHOB
MOJKET MPUBOJNUTH K 3HAYMTEILHOMY, HO 0OpaTUMOMY CHI)KCHHIO KBAHTOBOT'O BBIXOJIa
dnyopecueniuu. B skcmepumenTtax In Vitro u In VIVO 10Ka3aHO, YTO TYIIEHHE
bayopecieHITMN MUTMEHTOB (hrkoOuIrucoMm, BeizBanHoe OCP, sIBIIsICTCS TMHAMHYECKUM.
[Tokazano, uro kapotuHou 1 B coctaBe OCP MOXKET SBJIATHCS TYIIHTEIEM BO30YKICHHBIX
COCTOSIHUM OpTaHUYECKUX KpacuTelel v (DIIyOopECIIEHTHRIX OCITKOB 3a CYET WHYKTUBHO-
PE30HAHCHOTO ITePEHOCa YHEPTUH BO30YKIEHUS Ha KapoTHHOH . Pa3paboTaHbl 1OIX0 b
JUIST  W3MEpPEHUsSl JIOKAJIbHOW TEeMIIepaTyphl OKPYXKEHHUS (POTOAKTUBHOTO OeliKa,

OCHOBAHHBIC Ha HW3MCPCHUHN KHWHCTHUKHU (bOTOHHKHH‘I@CKI/IX nepexoq0B IO CHUTHATY

dbayopecieHIun.

B pesynbrare nccnenoBanus 0COOCHHOCTEN CTPYKTYPHON OPraHU3aIliN OTIEIBHBIX
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noMeHOB OCP OTKpBIT HOBBIA KJIacC KapOTMHOWJHBIX OEJIIKOB C YHHUKaJIbHBIMU
ONTUYECKUMHU U (PYHKIMOHAIBHBIMU CcBOWcTBaMU. M3ydeHsl npupoHbeie romosoru C-
nomeHa OCP, BbIABIEHBI MEXaHU3Mbl PEIOKC 3aBUCHMOM PEryJSIUU TMEepeHoca
MOJIEKYJIbl KETO-KapOTMHOMJA MEXAY MeMOpaHaMHM M BOJOPACTBOPUMBIMHU OEJIKaMH.
BriepBbie mokazaHno, 4to coopka u pazdopka aktuBHbIX popm OCP, ocymecTBisiemas mpu
B3aUMOJICUCTBUM C PA3IMYHBIMU roMosoramu C-I0MeHa, MO3BOJISET, COOTBETCTBEHHO,
aKTUBUPOBATb M HWHAKTUBUPOBaTh (OTO3alMTHBIE MexaHu3Mmbl. [lokazaHo dYTO
MaHOOAKTEpHAIbHBIE OEJKM MOTYT OBITh HCIIOJB30BAaHbl B KAu€CTBE MOJIYJIEH IS

BBICOKOB(l)(I)GKTI/IBHOI\;I az[peCHoﬁ JOCTAaBKHU aHTHOKCHJAaHTOB B KJICTKH MJICKOIIUTAIOIMINX.
TeopeaneCKaﬂ U NMPpaKTHYICCKAasA SHAYUMOCTDb paﬁon

[Tonyuennsie B paboTe pe3ysbTaThl PACKPBHIBAIOT  OOIIME  MEXAHU3MBbI
(GOTOUHTYITUPOBAHHBIX JJIEKTPOHHO-KOH(GOPMAIMOHHBIX B3aumojeiictBuii B [IBK,
COJIEpIKaIllX KapOTHUHOU]I, KOTOPHIC YUACTBYIOT B PETYJISIIIUU (POTO3AUTUTHBIX PEAKIINil
y nmanobakTepuil. PackpbiTa poib 3J€KTPOHHO-BO30YX ACHHBIX COCTOSIHII XpoModopa
(kapoTUHOU/A), OTIPENEIISIIOIINX HaIlpaBJICHUE u MOCJIEA0BATEIBLHOCTD
WHIYIUPOBAHHBIX KOH(POPMAIIMOHHBIX TMPEBpAIICHUN  OEJIKOBONW MaTpullbl Ha
MUKOCEKYHJHbIX BpPEMEHHBIX MHTEpBalax, KOTOPbIE B pe3yJIbTaTe NPHUBOAAT K
dbopmupoBaHUi0 (HU3UOJIOTHYECKH 3HAYUMOI'O COCTOSIHUS Oesika. BBISBICHBI OCHOBHBIC
WHTepMenuaThl (DOTOLMKIA M OLEHEHbl CKOPOCTH pEeaKIUi MepexoJ0B MEXIY
koH(popmarmonasiMu coctostHUSIMU OCP, BKITI04ast pa3pbiB BOJOPOJIHBIX CBS3EH MEXKITY
KapOTUHOUJIOM M  O€JIKOBOM MaTpuilel, TMepeMelieHue KapoTUHOUIA MEXIY
CTPYKTYpPHBIMH JJOMEHaMHu Oejika U 00pa30BaHHE aKTUBHOTO CUTHAJIBHOTO COCTOSHHUSI
OCP. VYcraHOBIEHbl CTPYKTYpHBIE TapameTpbl, omnpeaenstonme 3PEGEeKTHBHOCTD

nepenoca suepruu [1BK cBeTocobuparommx anTeHH Kk kapotuHouay B cocraBe OCP.

PesynbraTel  paboThl  MOTYT OBITh  KCHOJB30BAHBI IS ONTHMHU3ALMH
OMOTEXHOJIOTHYECKUX IITaMMOB ITHAHOOAKTEPHH, KYJbTHBHPYEMBIX B OHOpeaKTopax
nyTeM HanpaBJICHHOW MoAuUKAIUK OelOK-XpOMOMOPHBIX U  OEIOK-0EIKOBBIX

B3aMMOJICUCTBUI YYaCTHUKOB HePOTOXMMHUYECKOro TymieHus. [lomyuyeHHbie B Xofe
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BBITNIOJIHEHMSI paOOThI HOBBIE BU/IbI LIBETHBIX KAPOTUHOIHBIX OEJIKOB 00J1aat0T BBICOKOM
AHTMOKCUJAHTHOM AaKTHUBHOCTBIO, (POTO- U TEPMOCTAOMJIBHOCTBIO M MOTYT OBIThH
UCTIONIb30BaHbl ISl pPELICHUS psna OMOMETUIIMHCKUX 3aj]ad, Hampumep Oemok-
OIIOCPENOBAHHON JOCTABKA KapOTMHOWAOB B KJIETKH MIEKOIMUTAOIUX, C LEJbI0
NOBBIIIEHH WX YCTOWYMBOCTH K OKHCIHMTEIbHOMY cTpeccy. lIpennmoskeHbl
PEKOMEHIAIU i M0 UCTIOIB30BAaHUIO (POTOAKTUBHBIX OEJIKOB B KaU€CTBE OMOCEHCOPOB IS

ACTCKTUPOBAHMS JIOKAJIbHBIX W3MEHCHUMN TEMIICPATYPbI U BA3BKOCTHU B KJICTKAX.

Hanpapnennas wmomudukarmus crpykrypel OCP 11 u3ydeHHsT MeXaHH3Ma
dboroaktuBaniuu OCP ¢ 1TOMOIIBIO ONTHYECKUX METOJAOB C (HEMTOCEKYHIHBIM
BPEMEHHBIM pa3peIlieHUEM, IT03BOJIMIIA OTIPEICIIUTh XapaKTepHbIE BpeMeHa 00pa3oBaHus
MEPBUYHBIX (POTONMPOIAYKTOB, a TaKKE ONTUMHU3UPOBATH OCJIOK JJII CTPYKTYPHBIX

I/ICCJ'IGI[OBaHI/Iﬁ C UCII0JIb30BAaHUCM PCHTTCHOBCKHUX JIa3CPOB Ha CBO6OI[HBIX QJICKTPOHAX.

Pe3ynbrathl ucciaenoBaHuii UCMONIB3YIOTCS MpU 00yueHuu cryjeHToB MI'Y umenu
M.B. nomonocoBa u MI'Y-IIIIN (IIsupux3ub, KHP), oTpaxeHsl B yd4eOHbIX TOCOOUSIX

Y IIPAKTUKYMAaX.

MeT010J10THsI M METOAbI MCCJI€IOBAHUS

B pabote wucmonp3oBanu nuaHOakTepuii poma Synechocystis m ux MyTaHTBHI,
JuiieHHble (porocucteMm, a Takxke BbiaeneHHble npenapatel OBC nns uzydyeHus
perynauud HeoToxumuueckoro tymeHus Quyopecuenuun PBC ¢ paznuuHbIM
COCTaBOM (DUKOOWJIMIIPOTEMNHOB M TEPMHUHAIBHBIX AMHUTTEPOB IN VIVO u In Vitro.
[Tpenaparst OCP ObUTH MOJyYEHBI MyTEM BBIJICICHUS W3 KIETOK ITUAHOOAKTEPHUM U C
IIOMOIIBIO IKCIPECCHH PEKOMOMHAHTHBIX OCJIKOB B crenuaabHoM mTamme E.coli,
CUHTE3UPYIOUIEM  KETO-KAPOTHMHOMJIBI ~ OJlarofaps HAJIWYUI0  COOTBETCTBYIOLIEH
dbepmeHTaTUBHON cuCTeMbI. [lOMHBIN CHOMCOK OENKOBBIX MPENAaTaTOB U XUMEPHBIX
KOHCTPYKIIMH, UCIIOJIb30BAaHHBIX B paboTe, HacuuThiBaeT O0osee 30 HaumeHoBaHUM. J{7s
U3YUYEHUS B3aMMOJCHCTBUS KapOTUHUIHBIX OEJIKOB C MeMOpaHaMH B KadecTBe
MOJIEJIBHOTO 00BEKTa HCIOIb30BAIN JIUIIOCOMBI C PA3IMYHBIM HAOOPOM KapOTHHOUIOB.
Jlnst uccnenoBanusi 6EIOK-ONOCPETOBAHHON JOCTaBKM KapOTMHOMAOB B MEMOpaHbl Ha
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KJIETOYHBIX Mojesax wucnoyb3oBanu juHuM HEK293T (human embryonic kidney),

TET21N (human neuroblastoma) u HeLa (human cervical cancer).

JIist pelieHusi MOCTaBJIEHHBIX ASKCIEPUMEHTANBHBIX 3a7ad ObUl HCIOJIb30BaH
KOMILJIEKC Onodu3nyeckux MeTofoB. M3mepeHne BpeMeH >KU3HM BO30YKICHHBIX
COCTOSIHUWA MPOBOAWJIA C TIOMOILIBIO CHEKTPOCKONHH BBICOKOTO BpPEMEHHOIO
paspenieHust. st peructpaiii MrHOBEHHBIX CIIEKTPOB (PITyOopecleHIIMN UCTIOIb30BaN
METOJI BPEMSI-KOPPETUPOBAHHOTO CYETa EAMHUYHBIX (DOTOHOB C MUKOCEKYHIHBIM
BPEMEHHBIM pazpemieHueM. st onpeaeneHrs BpeMEH )KU3HU MOJIEKYJT KApOTUHOUIOB B
Oelkax MCIOJIb30BAIM METOJ] a0COpOLUMOHHON (PEMTOCEKYH/IHOM CHEKTPOCKOIHH,
pa3pa0oTaHHbI coTpynHukamu WMHctutyTta xumuueckodt ¢usuku umenun H. H.
CeménoBa PAH. CkopocTh (DOTOIMKINYECKUX MEPEX0/I0B B (DOTOAKTUBHBIX OeKax
ONpPEAEISAIN B PEKUME HaKauka-30HIHpoBaHuE Ha BpeMmeHax oT 100 e mo 10 c. s
HCCIIEIOBAHUSI CKOPOCTH pa3pbiBa BOAOPOAHBIX cBszeil B OCP Oblia coOpaHa yCTaHOBKA
JUTsL perucTpanuu QuiyopecleHny TpuntodaHa B pekuMe Hakauka (2 rapmMoHuka Y b-
ja3zepa) — 30HAMpoBaHUE (4 rapmMoHHMKa Yb-nazepa) ¢ BO3MOXHOCTBIO PEryJIMPOBKU
UHTEPBAJIOB MEXAY HMIyJIbCaMH C CYONMKOCEKYHJIHOM TOUYHOCThbIO. M3MeHeHus
KOH(pOpMalluu KapOTUHOUAOB B O€lIKax U pacupeleeHue KapOTHHOUIOB MO 00pasily
PETHCTPUPOBAIM  C TOMOIIBI  CIEKTPOCKONMHMH KOMOWHAIIMOHHOTO  PAaCCEsHUS.
KonnuecTBo 351eMEHTOB BTOPUUHOM CTPYKTYpPbl OEJIKOB OLIEHUBAJIN C TIOMOILbIO METOOB
CHeKTpockonuu  Kpyrosoro  guxpousmMa u  HK-cmektpockommu ¢ ®Dypse

npeoOpa3oBaHUEM.

CTpyKTypbl O€JIKOB M KOMIUIEKCOB B PAacCTBOPE HCCIEAOBAIM C TOMOIIBIO
CIIEKTPOCKONUHU MaJIOYTJIOBOTO PACCESTHUSI PEHTT€HOBCKOTO U HEUTPOHHOTO U3JIyUYEHHS,
a Taxxke cnekrpockonuu SIMP. IIpocTpaHCTBEHHBIE CTPYKTYPBI BBICOKOI'O Pa3pelICHUs
OBLTM TIOJTyYEHBI C MOMOIIBI0 MOHOKPUCTAJBLHONW PEHTIC€HOBCKOM KpHUCTaLiorpaduu.
benok-0enkoBpie B3aUMOJACHCTBUSL U O0pa3oBaHHWE KOMIUJIEKCOB HCCIEAOBAIA C
MOMOIIIBI0  METOJIOB ~ aHAIUTHYECKOW renb-QuibTpamuu, HatuBHOoro u  SDS-
anektpodopesa. i MoaeaupoBaHUsS BIWSHUS KOH(OpMalnMu KapOTHUHOWJIOB Ha
CIEKTpaJIbHbIE CBONCTBAa OEJIKOBBIX MPENApaTOB HCIOIL30BATU METOJBI KBAHTOBOM
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XUMHH U MOJIEKYJIIPHOW TMHAMUKH.
IHo10:KeHus1, BHIHOCUMBbIEC HA 3ALUTY:

1. Jluccunanusi SHEPIUM AJIEKTPOHHOIO BO30YXKIAEHMSI IMUIMEHTOB (DPUKOOMINCOM
uaHoOOaKTepHii  ompeaensieTcss KOH()OPMAIMOHHOW JIaOMJIBHOCTBIO — OEIKOBOM
MaTpHULIbl aKTUBHOTO COCTOSIHUSI KApOTUHOMAHOTO Oenka. OOpa3zoBaHHe KOMILIEKCA
HEOoOXOoauMO sl obOecreyeHus] BBICOKOW d3()PEKTUBHOCTH MHTIpAllMd SHEPTUU
AIIEKTPOHHOTO BO30YKIEHUS MEXIY CHCTEMOH XpoMo(popoB (HUKOOMINCOMBI U

KapOTHHOUIAOM B COCTABC OPAHKCBOI'O KapOTUHOUIAHOT'O Oeka.

2. ®0oTOBO30YX/ICHUE KAapOTMHOMJA B COCTaBE OPAHKEBOTO KAPOTHMHOUJHOIO Oeika
UHUIMUPYET U3MEHEHUS 3JIEKTPOHHO-KOH(POPMAIIMOHHBIX B3aUMOJAECUCTBUN MEXKTY
KAPOTMHOMJIOM M OEJIKOBOW MAaTpHIIEH, BBI3BIBAIOIINE IOCIEIOBATEIBHOCTD
HaIpPaBJICHHBIX KOH(OPMALMOHHBIX H3MEHEHHUH CTPYKTYphl, KOTOpPbHIE BKJIIOYAIOT
pa3pbIB BOJOPOJIHBIX CBSI3€W MEKIY KapOTUHOUAOM U OCTaTKaMu Tpurnrodana-288 u
tupo3uHa-201, wW30Mepu3alMIo  KapOTHHOMZAA, €ro IEPEMEIICHHE  MEXIY
CTPYKTYpHBIMH JIOMEHamMH Oejlka M O0Opa3oBaHHME AaKTUBHOM KpacHOM (HOpMBbI

KapOTHHOUIHOI'O OciKa.

3. B crpykTypax (OTOaKTUBHOTO KapOTHHOMIHOTO Oelika M pEeryJIsTOpHOTO Oenka
BOCCTAHOBJICHUS ()IyOPECUEHIIMN YCTAHOBJICHBI JJIEMEHTHI, HEOOXOAMMBIE IS
B3aMMOJCHCTBUSL M OO0pa30BaHMsS KOMIUIEKCAa ASTHX OEJIKOB Ha pa3HbIX ATamax
dboTorukiia, KOTOpble oOmpeAenstoT 3POEKTUBHOCTh MEPEKIIOYEHUS MEXKIY
(OTOCUHTETUUECKUMH PEAKIMAMU U HEPOTOXUMUYECKUM TytieHueM. O0pa3zoBaHue
KOMIUIEKCa ¢ O€JIKOM BOCCTaHOBJIEHUS (IyOpeCUEHIUH MPUBOAMUT K YBEIMUYEHUIO
BEPOATHOCTH CaMOIPOU3BOJIHHOIO O00pa30BaHUsI HMCXOAHOW OpaHXKeBOW (POPMBI

KapOTUHOMIHOTO OeJKa.

4. B pesynbrare uUcCieI0BaHUs OCOOCHHOCTEN CTPYKTYPHOU OpraHu3aiui OTIAEIbHBIX
JIOMEHOB  OpPaHXEBOTO  KapOTMHOMJIHOTO Oellka OTKPBIT  HOBBIM  Kjacc

[IMaHOOAKTEPUATbHBIX  KAPOTUHOUJHBIX  OEJIKOB,  CHOCOOHBIX  OOECHEUYUTh
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TPAaHCJIIOKAlMIO KAapOTHHOUAOB MCKIY MCM6paHaMI/I u OelKaMu AJI perysinuu

(I)OTOSaIHI/ITHBIX MCXAaHHU3MOB.

J10cTOBEPHOCTDH IMOJIYUYCHHBIX PC3YJILTATOB oOecrnieunBaeTcs MX HY6JII/IKaHI/Ief/'I B

PelEeH3UPYEMBIX KypHaJIaX MEKIyHApOIHOTO YPOBHS C BBICOKUMHU UMIAKT-(PaKTOpaAMH.
Pe3ynbTaThl TOMOTHSAIOT MPEACTABICHUS, TOJTYICHHBIC APYTUMH aBTOpaMu. MaTepuaibl
JUCCEPTAIIMOHHON paboThl OBUIM MpE/CTAaBIIEHbl Ha HAy4YHbIX cemMuHapax MHcTtuTyTa
¢usnonornn pacrenuii umenu K.A. Tumwmpszea PAH, xkadeaper Ouodusuku
ounonornyeckoro (axkynprera MI'Y umenu M.B. JloMoHOCOBa M HMHCTUTYyTa XUMHH
Texuuueckoro YuuBepcutera r. bepnun (['epmanusi), a Takke Ha KOH(EpPEHUUSX,
KOHIPECCaX M CHUMIIO3MYMax, OCHOBHBIMU M3 KOTOpBIX sBistorca: XXI| IlymmHckue
yreHuss 10 (QorocunTesy u Bceepoccuiickas koHdepeHuus "@®OTOCUHTE3 H
dboroburorexunonorus. DyHnaMmeHTanbHbie U npukiaanbie acnekTol” (Ilymmuo, Poccus,
2015); IV u 'V Coe3napl onodusukos Poccun (Hwxuuii Hosropos, Poccwust, 2012; Poctos-
Ha-Jlony, Poccus, 2015); XIV MexayHapoaHbI CHMIIO3UYM IO aBTOTPOGHBIM
npokapuotaM (Ilopty, Ilopryramus, 2012); XV u XVII| koHrpeccel eBpomnemckoro
coobmectBa doroouosioro (JIsex, benbrus, 2013 u bapcenona, Ucnanus, 2019); Xl
MEXIyHapOaHasl HaydHO-MeToaudeckas koHbepeHus «MHTpoayKIus, COXpaHeHUE U
WCITOJIb30BaHUE OMOJIOTHYECKOTO pa3HooOpaswsi KyJbTypHBIX pacTeHmit» (Maxadkana,
Poccus, 2014); LXIV mexaynapoanas konpepenims «NUCLEUS 2014». Fundamental
Problems of Nuclear Physics, Atomic Power Engineering and Nuclear Technologies»
(Munck, benapycs, 2014); 1V, V, VI, VII, VIII u X Mexnynapoansie KoHbEpeHITUN
«Photosynthesis Research for Sustainability» (baky, Asep6aiimxan, 2013; Ilymuno,
Poccus, 2014; Upaknuon, I'peuns, 2015; [Tymuno, Poccus; 2016, Xainapaban, Uuaus
2017; Cankt-IletepOypr, Poccus, 2019); MexayHnapoanbiii konrpece «lInternational
Coastal Biology Congress» (Suraii, Kuraii, 2014); V cbe3n buoxumukos Poccun u V
cwhe3n ¢usmosioroB crpan CHI' (daromseic, Coun, Poccus, 2016); | mexayHapogHas
Hay4YHO-TIpaKTHYeCKas KoH(pepeHIus MoloabiXx yueHbix «Biophysics, Biophotonics,
Biotechnology» (MockBa, Poccus, 2016); MexayHaponHas  KoH(epeHIUs

Biomembranes 2016 (lonronpyausiii, Poccust, 2016); JlomonocoBckue utenus MI'Y
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(Mocksa, Poccus, 2014, 2018, 2021); XLII mexaynapoansiii konrpecc FEBS (Ilpara,
Uexwus, 2018).

JInuHbIH BKJIAaJ aBTOpa 3aKJIIOYAeTCsl B AHAINW3E JIMTEPaTypHBIX JaHHBIX,
MOCTAHOBKE LeJIed M IJJAHUPOBAHUM SKCIEPUMEHTa, pa3pabOTKE HOBBIX METOOB
UCCIJIEJOBAHMSI, aHAIM3€ SKCIEPUMEHTAIbHBIX JAHHBIX M PE3yJlbTaTOB HCCIIECJOBAHMUS,

MOATOTOBKE MyOJIMKAIIUMA U JIOKJIAJIOB 110 TEME IMCCEPTAIIMOHHON pabOThI.

Ilyoankannu 1 natedThl. [lo TeMe nuccepranuu omnyo6iukoBaHo 40 paboT, B TOM

gucie 40 craTeil B pelEH3UPYEMbIX OTEUECTBEHHBIX M 3apyOCKHBIX KypHalax,

MHIeKcUpyeMbIX B 6a3ax ganubix Web of Science, Scopus, RSCI.

baarogapHocT. ABTOp BBIpaKae€T HCKPEHHIOK OJaroJapHOCTh HAyYHBIM

koHcyJbTaHTaMm A.b. PyOuny u B.3. [1amenko 3a moMoIis B TOATOTOBKE TJAHHOU pabOoThI,
a TakKe BCEM COaBTOpaM Hay4HbIX padOT MW KoleraM 3a IUIOAOTBOPHOE
coTpyaHuuecTBo, B ocooennoctu M.B. Enanckoit, I'.B. Ilopaey, H.H. Cnayuanxko, E.A.
[Iupunny, A.B. CrenanoBy, T.C. I'octeBy, K.C. Muponoy, 1U.A. Spouesuuy, E.A.
[Iportacoson, [1.B. 3nenko, P.IO. IInmansaukoBy, E.II. Jlykamey, E.}O. Ilapmmnoi,
FO.b. Crnonumckomy u T. @punpuxy. PaboTel, onucanHble B guccepTaiiu, ObLIN
MO/JIEP>KaHbl PSIIOM TPAHTOB U CTUNEHAWH, B ToMm uucie, PH® 21-44-00005, 18-44-
04002, PODU 18-04-00554, 15-04-01930, 15-34-70007 u 12-04-31100, rpanTamm
[Tpesunenta PO MK-951.2018.4 u MK-5949.2015.4.
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I''TABA 1. OB30P JIUTEPATYPbI
OG630p JnuTepaTyphl TPEACTaBIEH C HCIOJb30BAHHEM MAaTepUaioB 0030pa
Cnyuanko H. H., Cnonumckuii 0. b., MakcumoB E. I'. Ocobennoctu benok-benkoBbix
B3aumoneiicteuii B Mexanusme  ®Dorozammtel  [uanobakrepuii  // Venexu
ouonozcuveckou xumuu. — 2017. — T. 57. — C. 71-118. B 0630pe paccMOTpeHbI
COBPEMCHHBIC TIPEJICTABICHUS O CTPYKTYpHOU W (GYHKIMOHAIHHOW OpTraHU3aIluA
MIUTMEHT-0CJIKOBBIX W OEJIOK-OCIKOBBIX KOMILJIEKCOB, YYaCTBYIOIIUX B PETYJISLUH

HeCpOTOXI/IMI/I‘-I€CKOFO TYIOCHUS AHTCHHBIX KOMIIJICKCOB HI/IaHO6aKTCpI/If/'I —

(bUKOOMITHCOM.
OTtcoeguHeHue ®bC Cj;g‘\\j\ OCP-3aBucumoe
Q”)(;{‘ﬁ;«( HedoTOXMMUYECKOE TyLleHne
ﬂ .‘yi‘]/:v'" ( \’(ﬁ\’ '\\.\
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Mepexoa, mexay COCTOAHUAMMU
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Puc. 2. Cxema, nokassiBaroiias OCHOBHbIE yTH U3MeHEHUs dPPeKTUBHOTO ceuenus nornomenus OC
Il mpu m3menenun ycnosuii ocsemenus. [lepepacnpenenenne ®BC 3a cuer state transitions mo3somsier
MOBBICUTH BBIXOJ] BOCCTAHOBJIEHHBIX XHOHOB NP YMEPEHHOM ypOBHE ocBelleHHs. [Ipu u30b1ToOuHOM
ypoBHe ocBetieHuss ®bC MOTyT 0TCOEUHSTHCS UM MHAKTUBUPOBATHCS 32 CUET PETYIATOPHBIX OEIKOB.
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1.1 ®doTocuHTETHYECKHE CBETOCOOHPAIOIIHE KOMILIEKCHI

: «DOTOCHHTE3Y MPUHAJICKUT IICHTPAIBbHAS POJIb B DHEPTETUKE KUBBIX CHCTEM,
MOCKOJIBKY HMEHHO JTOT TMPOIECC CIY)XKUT TEPBUYHBIM HCTOYHHKOM JHEPIHH,
UCTIONIb3YEMON KUBBIMH OpraHm3MamMu. DOTOCHHTE3 MPEACTABISICT COOOM CIOXKHYIO
COBOKYIHOCTb PEaKIuii, IMPOuCXoaamux 3a BpemeHa or 10 cexymn (mormomenue
ceera) 10 10% cexynn (06pa3oBanye KOHEYHBIX IPOAYKTOB (poTocuHTe3a). OnpeneneHne
«TEPBUYHBIX IPOIECCOB (POTOCUHTE3a» BKII0YaeT (hoTodu3nueckne U GOTOXUMHUECKUE
CTaul — TPOIECCHl TOTJOUICHUS] CBETa, MWUIPALMUA DSHEPTUU  IJIEKTPOHHOTO
BO30YXKICHMSI, pa3leleHus] 3apsAaoB W (HOPMHUPOBAHHS  AIEKTPOXUMUUYECKOTO
MOTEHIIMaNa B PEaKIMOHHBIX HEeHTpax (oTtocucteM. PaboThl mocCieqHUX AECATUICTUN
NOKa3ajJl OYEHb BBICOKYIO A(P(PEKTUBHOCTh MNEPBUYHBIX IPOLECCOB (POTOCHHTE3A

Onaronmapsi crieriuKe UX CTPYKTypHOU opranuzanuu [24-32].

B cBeTocoOuparomiemM, WM aHTCHHOM, KOMIUIEKCE MUTMEHTHI, ITOTJIOIIAIOIIHIE
CBET, 3aHMUMAIOT CTPOTO OMPEICICHHBIC MOJIOXKEHHUSI M CIIeIU(PUISCKA OPUESHTUPOBAHBI
JIPYT OTHOCHTENIBHO npyra. Kpome Toro, OGmarogaps B3aUMOJCHCTBUIO MUTMEHTOB C
Pa3TUYHBIMH  aMHUHOKHCIOTHBIMH TpyNIIaMd OEIKOB, B aHTEHHOM KOMILIEKCE
IIPUCYTCTBYET OOJIBINION HA0Op Pa3iMYHBIX CIIEKTPATBHBIX (OPM, MTOITOMY IMHTMEHTHI
00pa3yroT mupokui odumii criekTp noryomieHus [33]. B pesynbTaTe mepexpbIBaHUS
CTIICKTPOB (hJTyOpPECICHIIUN H TMOTJIOMEHHUS OTACIbHBIX ITUTMEHTOB, ITOCJIC TIOTJIONICHHUS
KBaHTa B AaHTCHHE OBICTPO OCYIIECTBISIETCS TMEpepaclpeieieHne dSJIEKTPOHHOTO
BO30YXKICHHSI, KaK MEXIy I[HITMEHTAaMH BHYTPH aHTCHHBI (B TEYCHHE JOJICH
MTUKOCEKYH]T), TaK U MEXKJy aHTCHHOW M PCAKIIMOHHBIM IICHTPOM (COTHH ITUKOCEKYH]I).
[Tpu ydacTuu MAUTMEHTOB C PA3IMYHBIMU CHEKTPAILHBIMHA XapaKTePUCTHKAMU SHEPTHUS
HaIpaBJICHHO MUTPHUPYET K HanOoJiee NITMHHOBOJHOBBIM THTMEHTaM pPEaKIIMOHHOTO
IIEHTpa, TJIe MPOUCXOIUT 3aXBaT SHEPTUH BO30YKICHHS U TTpeoOpa3oBaHue e B popmy
SHEPIUM  pa3[CJIICHHBIX  3apAJIOB [29]. IMockombky  (GYHKIMOHHpPOBAHUE
(OTOCHHTETHYECKUX MUTMEHT-0EIKOBBIX KOMILJIEKCOB COMPSKEHO ¢ MPeoOpa3oBaHUEM
SHEPrUM KBAHTOB, HEOOXOAWMAa CHCTEMa PETYJSIIHA YHEPIEeTHUYECKUX ITOTOKOB,

3amuIaronas POTOCHHTETUYECKUN anmapat OT MOBPEKIECHUS.
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1.2 ®doTonoBpexkaeHHe U AKTUBHBbIE GOPMBbI KHCJI0pPOAA

Bo30yxaeHHbIe COCTOSIHMSI MOJIEKYJ SBIISIIOTCA PEAKIMOHHO AaKTUBHBIMHU, U
MHOTHE MUTMEHTHI 34 BPeMs KM3HH B030yskaeHHoro coctosHus (~ 10° ¢) crocoOHsI
B3aMMOJICHCTBOBATH C MOJIEKYJISIPHBIM KHCIOPOJIOM, YTO IPUBOJUT K 0OPa30BaHUIO €TI0
akTUBHBIX (opM (ADK) [33]. CpoiictBa ADK, uX pojib B OKUCIMTEIBHBIX PEAKIUIX
xopomo u3BecTHbl. OOpazoBanne ADK HenzOexkHO compoBOXIaeT (OTOCHHTE3 H
JBIXaHUe, OJHAKO, HApsIAy C peryisTopHbiMU pyHKIHAMH, ADK MOTYT mpeacTaBiiTh
co00l U yrpo3y Jyuisl )KUBOU KJIIETKU, MOCKOJIbKY ADK MOryT MHUIIMUPOBATH LIETIHBIE
peakluUu OKHUCJIEHMS JUNUAOB M OenkoB. s HedTpanusanuu odOpasyromuxcsi ADK
CYLIECTBYET psiJl PEpMEHTHBIX CUCTEM (CYNEPOKCUAIUCMYTa3a, KaTanas3a, IepoKcuaa3a
U T.J.), KOTOpble crOCOOHBI Y(PHEKTUBHO MHAKTUBUPOBATH 00pa3yloluecs: CBOOOIHbIC
panukainbl [14]. ®OTOCHHTETHYECKUE AHTCHHBIC KOMIUICKCHI U PEAKIIMOHHBIC IICHTPHI
HAXOATCSI B 0COOOMW TpYyIIE PHCKa, MOCKOIbKY Yepe3 HUX MPOXOAHT MOTOK IHEPIHH,
3amacaeMom B BUJE SHEPTUU XUMUYECKUX CBs3el. bosiee Toro, CKopocTh OKUCIIEHUS ITyJa
aKLENTOPOB AJIEKTPOHOB DJIEKTPOH-TPAHCIIOPTHOM II€MM 3HAYUTENIbHO YyCTyHaeT
cKopocTH X BoccraHoBieHUs [34]. [ToaToMy npy BRICOKOH MHTCHCUBHOCTH CBETOBOTO
NOTOKa (POTOCHHTE3UPYIOIIME OPraHU3Mbl MOTYT OKa3aTbCsl B CHUTYyallMHM, B KOTOPOM
CBETOCOOMpAIOIINEe AaHTEHHBIE KOMIUIEKCHI UM BPEMEHHO HE HYXHBI. B 3TOM ciyuae
AHTEHHbIE KOMIUIEKChI MPEJCTABIAIOT yrpo3y Ajs (OTOCMHTETUYECKOro amnmnapara u
MeTabonu3mMa KJIETKH, TIOCKOJbKY 3aMeHa TMOBPEKICHHBIX IMUTMEHT-0EIKOBBIX
KOMIUIEKCOB TpeOyeT 3HAUMTETIHbHBIX PHEPTeTUYECKUX U BpEMEHHBIX 3aTpat. Hapsmy c
MPOCTPAHCTBEHHBIM YIAJICHUEM aHTEHHBI OT PEAKIIMOHHOTO IEHTpa (TaK Ha3bIBaeMbIE
state transitions) [35-37], MoryT peain3oBaThCs MPUHIUITHAILHO JPYTUE PETYIISITOPHBIC
¢doTtozanmTHBIE MEXaHU3MBI. [lociieIHIe O3BOISIIOT BPEMEHHO CHU3UTh MOTOK SHEPTUU

OT aHTEHHBIX KOMIJIEKCOB K peakiioHHbIM 1ieHTpaM (PLl) ¢porocucrem.

1.3 Hedoroxumuueckoe Tymenue ¢guiyopecueHunu

OO6mwm™M pUHIUIIOM (DYHKITMOHUPOBAHUS (POTO3AIMUTHBIX MEXAHU3MOB y BBICIITUX

pacTeHui U 1MaHOOAKTEpUil SBISIETCS BBEJIEHUE B CTPYKTYpPY aHTEHHOTO KOMIUIEKCA
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0Cc000M MOJIEKYJIbI, CIOCOOHON NEPEXBAThIBaTh HA CEOsl MOTOK SHEPIrUU BO30YXKACHUS,
OCYIIECTBJISAA TaKMM 00pa3oM He()OTOXMMHYECKOE TylieHne! (HOTOCHHTETHYECKHX
NUTMEHTOB. JlaHHBIN MpoliecC CHUXKAET BEPOATHOCTh oOpa3zoBaHua ADPK, u B 3Tom
3aKJIIOYAETCsl MPUHUUIHNAIBHOE OTJIMYUE (POTO3ALIMTHBIX MEXaHU3MOB OT JIPYTHX

AHTUOKCUJAHTHBIX CUCTEM, HAPABJICHHBIX Ha 00pb0y C yxke oopazoBaBmmmMucs ADK.

HecmoTpst Ha TO, 4TO IMAHOOAKTEPHH SIBISIOTCS OTHOCHTEIBHO IPOCTHIM
O0BEKTOM, YIOOHBIM [UIsl HWCCJICNOBAaHUM MPOIECCOB (POTOCHHTE3a, MEXaHU3MBI
AJIEKTPOHHO-KOH()OPMAITMOHHBIX B3aUMOJCHCTBUNA TMUTMEHT-OCIIKOBBIX KOMIIJIEKCOB,
JIeKaIe B OCHOBE (DOTO3ANTUTHBIX PEAKIINH, a TaKXKe CIOCOOBI UX PETYJISAINU, Hadallu
U3y4aTbcsa MeHee 15 JeT Ha3aj u 10 CUX MOop TasT MHOKECTBO 3arajok. B nannom o063ope
PacCMOTPEHBI COBPEMEHHBIC TIPEJCTABICHUS O CTPYKTYpHOH W (DYHKIIMOHAIBLHOMN
OpraHu3allid MMUTMEHT-OCIKOBBIX U OEJIOK-OEIKOBBIX KOMIUIEKCOB, YYacCTBYIOIIUX B
peryisaiun He(pOTOXMMHYECKOTO TYIICHUS aHTCHHBIX KOMILJIEKCOB ITMAHOOAKTEpUH —
¢bukobumrcom. Kak u y BBICHIMX pacTeHHUI U 3€JIEHBIX BOJIOPOCIEH, y IIHaHOOaKTepuid
posib (DYHKIMOHATBLHON MOJIEKYJIBI — TYIIUTEIS YHEPTUU BO30YKICHUS BBITOIHSIIOT
KapOTUHOMJIBI, OJHAKO OCOOCHHOCTH CTPOEHHUS BOJOPACTBOPUMBIX aHTEHHBIX
KOMITJIEKCOB ITHAHOOAKTEpU TIPHUBEIM K BO3HUKHOBCHHUIO OCIKOBOW CHCTEMBI,
obOecnieunBaronieii padboty (HOTO3AMMUTHBIX MEXaHU3MOB B IIUTOIUIA3MATHYECKOM

MPOCTPAHCTBE.

1.4 CTpoeHne aHTEHHBIX KOMILIEKCOB HUAHOOAKTEPHUii

@DOTOCMHTETUYECKUW ~ammapaT LUaHOOAaKTepuil, Kak W MHOTMX JpYyrux
(OTOCMHTETUYECKHUX OPraHU3MOB, IPEICTABIECH ABYMs B3aUMOJIECUCTBYIOIIMMH MEXIY
coboit porocucremamu (PC1 u ®C2). CBeTocOOp OCYUIECTBISAETCS KOPOBBIMU (MIPUM. —
OT aHIJI. Core) aHTEHHAMHM peakIMOHHBIX 1IeHTpoB (PL1), conepxamnumu xaopodut [38].

VY 1numaHoOakTepuil AOMOJHUTEIBHBIMU CBETOCOOPIIMKAMH SIBJISIFOTCS (DUKOOUITMCOMBI

! JlaHHBIA TePMMH MOXKET HNPUMEHATHCS JUIS ONUCAHHUS JIIOOBIX IPOLECCOB [AMCCUNALMU SHEPIUM, IIPOTHBOIOJIOKHBIX
(hoTOXMMUYECKOMY T.¢. TMPHBOASAIIEMY K 3alacaHUIO0 JHEPTHM BO30YXKICHWS B BHJIC pPa3/ICICHHBIX 3apsAloB WU
BOCCTAHOBJICHHBIX DKBUBAJICHTOB. TeM HE MeHee, B cpeje (PU3HO0JIOTOB pacTeHUid He(HOTOXUMHUYECKOE TYIIEHHE 9acToO U
HE3aCTY)KEHHO OTOXIECTBISIETCS JIMIIh C TyIIeHHEM (GIIyOpecleHIMN XJI0poduiuia KapoOTHHOUAAMH KCAHTO(MHUIOBOTO
[IMKJIa BCJICJICTBUE TEIJIOBOW AWCCHUIIAIINN YHEPTHH.
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(®BC) — My TbTHOEITKOBBIC KOMIUICKCHI, PACIIOJIOKEHHBIC HA TOBEPXHOCTH THIIAKOUTHON
mMeMmOpanbl U npumbikatone kK ®C1 u OC2 [39-41]. ®BC cocToar U3 coaepKaliux
XpoMo(opsl GUKOOMIUTIPOTENHOB W HEOKPAIICHHBIX JTUHKEPHBIX IMOJAIIECITHIOB [42,
43]. Monekybl GUKOOHIUIIPOTEHHOB OOBIYHO COEPIKAT [Ba BUAA CyObeAuHMII (0. 1 [3),
KaKIas U3 KOTOPBIX KOBAJICHTHO CBs3aHA C (PUKOOWIMHOBBIM XpOMOGOpOM,
IPEICTAB/ISIONIMM CcO00M JHMHEHHbIH Terpamuppona [42]. Jns 1muaHoOGakTepuu
Synechocystis sp. mramm PCC6803 (manee Synechocystis 6803) xapakrepubsr @BC
MOJTYAUCKOBUTHOW (POPMBI, OCHOBHBIMH (DUKOOUITUTIPOTEUHOBBEIMU KOMIIOHCHTAMH
KoTopoii ciyxatr C-¢ukonmannd W amwiodpukormanun [39-42, 44]. Sapo DBC,
MIPUMBIKAIOIIEE K CTPOMATILHOM MMOBEPXHOCTH TUIIAKOMTHOW MEMOPAHBI, pacIiOI0KEHO B
[EHTPE TMOJyJIUCKa M TPEJICTABICHO B BHUJE TpPEeX IWIMHAPOB, COCTOSLIUX W3
COCTBIKOBAHHBIX JPYT C JIpyroM Tpumepos auiodukonuanuta (puc. 1). Cesazp ObC ¢
(OTOCHHTETHYECKOW MEMOpaHOi 00ecrieunBaeTCst IMHKEPHBIM mosunenTiaoM Loy (CM
o0o3HayaeT “core-membrane junction’), KOTOPbIA COCTOUT M3 HECKOJBKUX TOMEHOB U
ydacTByeT Takxke B coopke sipa PBC [43, 45]. Ot sapa B paauaibHOM HalpaBIICHUU
OTXOJST IIECTh OOKOBBIX HMWJIMHAPOB, KKIBIH M3 KOTOPHIX COCTOUT U3 T€KCaMEpOB
(UKOLMaHWHA. ODHEpPrus CBETa, MOMIOUIEHHOro (pUKOOUIMHAMU, TIepelaeTcsa Ha
xynopodmmt P @C1 u ®C2, 4ro no3BONSIET YBETUIUTH d(PPEKTUBHOCTD (HOTOCHHTE3A

3a CUCT HCIIOJIB30BAHUA CBCTA B CHCKTpaJIBHOfI O6J'IaCTI/I, rac MmorjJomecHuc XJ'IOpO(l)I/IJIJIa

ueaddextusno [38, 40, 41, 46, 47].

Mosekyabl GUKOOMIUIIPOTEHHOB COCTOST U3 0. U 3 CYOBEAUHUIL B COOTHOIIICHUN
1:1 ¢ monekynsapHeIMH Maccamu okoyio 16 m 18 kJla, coorBerctBenHo [48-50].
OUKOOMIUTIPOTEHHBI OTHOCST K KHCJIBIM O€JIKaM C U309JIEKTPUIECKOM TOUKOM B 00IaCTH
4.25-4.85 en. pH. Mexny nByMs cyObeAMHHUIIAMH OTCYTCTBYIOT TUCYIb(GUIHBIE CBS3H,
a TIPUCYTCTBYIONIME B 0O M [ CyOBEIWHHIIAX OCTATKH ITUCTCMHOB YYacTBYIOT B
KOBAJIGHTHOM CBSI3bIBAHUU XPOMOGMOPHBIX Tpynn — (PUKOOMIMHOB C TOMOIIIBIO
THOAGUPHBIX cBsizel [51, 52]. B cBs3biBaHMH XpoMOGOPOB € aNIONPOTEHHOM YYaCTBYIOT
octatku Cys-84 wu Cys-84 B o u [-cyObeamHuiiax, coorBercTBeHHO [38].

JlononHuTENbHBIE XPOMO(OPHBIE TPYIIBl MOTYT OBITh MPUCOEIWHEHBI K O WM 3
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cyobenuuuiie okono 50-ro u 150-ro aMHMHOKHCIOTHBIX OCTaTKOB. Yucio xpomohopoB B
(af)1-MOHOMEpPE COOTBETCTBYET paslelieHuI0 (PUKOOHMIUIIPOTEMHOB Ha KJIAacChl, Tak,
Harpumep, (off)1-MoHOMEp aUTO(UKOIIMAHIHA COIEPKUT ABa XpoModopa. PUKOOMITHHBI
OTHOCSITCSI K HE3aMKHYTBHIM, WJIA JIMHEHHBIM TETPANMpPpOJIaM, B OCHOBE XHMHUYECKOTO
CTpPOEHHUS KOTOPHIX JIEKAT YEThIpE MHUPPOJBHBIX KOJbIA, COCAUHEHHBIX TpEeMs

MOHOYTJIEPOJIHBIMU MOCTHKaMHu (puc. 1A).

Hust  GUKOOUNUIIPOTEHHOB  XapaKTepHa  BBIPAXKEHHAss  CIOCOOHOCTh K
camoacconmanuu [53]. B HeaeHATypHPYIOIIHUX YCIOBUSX B PAcTBOpax HE yaaercs
MOJIYYUTh OTHEJIEHHBIE APYT OT Jpyra o U [ cyObeAHMHUIBI (PUKOOMIUNPOTEHHOB,
oOpasyronux Jaxxke B KpaitHe HU3KkoM koHueHTtpauuu (~10-7 M) (af)-rerepoaumepsl,
KOTOpbIE MPUHATO (XOTS M MEHEEe KOPPEKTHO) Ha3biBaTh (0f3)1-MOHOMEpaMHU.
[ToBepxHocTh (0f);-MOHOMEPOB THUApOodOOHA, YTO OOECIEYMBACT HX BBICOKYIO
CTaOWJIBHOCTh TOJBKO TIpH HU3KOH wWoHHOW cwie [54]. Camomnpou3BosibHAs
OJIATOMEPH3ALHs CUILHO 3aBUCHUT OT KOHIEHTpanuu Oenka, W yxe mpu 10° M B

pactBopax npeodnanatoT (of3)s-Tpumepsl U (o )s-rekcamepbl PUKOOUITUTIPOTEUHOB.

CornacHO peHTT€HOCTPYKTYPHBIM IaHHBIM, O~ U 3-TIOTUTIENTHIHBIE CYObETNHUIIBI
colepKaT IO JBE INMWIBKM M BOCEMb O-CIHpalbHBIX yuacTkoB [39, 48, 55].
XpoMoQoOpHBIE TpPYIIbl pacloiaraloTcss B MPOMEXKYTKax (KapMaHax) MEXIy O-
cnupayisMu. J[Be o-crupasii ¥ JBE IIMWIBKK KaXI0M CyObEIWHHUIIBI 00pa3yroT
B3aMMOJICHCTBYIOIIME JOMEHBI, 3a CYET KOTOPBIX IPOHMCXOAUT oOpazoBanue (0f3)i-
MOHOMEpPOB. B cBOIO ouepenb MOHOMEPHI, KOTOPbIE UMEIOT MPOCTPAHCTBEHHYIO (POpMY
yT, 00pa3zyroT rupoOOHBIN KOHTAKT MEXAY 0-CyObeIMHUIIeH OJHOTO MOHOMEpa U 3-
MOJUTIENITHIOM CIIEAYIOIIET0, 3aMbIKasiCh B KOJBIICOOpa3HbIi TpuMep. Bce Tpumepsi,
HE3aBUCUMO OT TUTa GUKOOMIUIIPOTEUHOB, UMEIOT (DOPMY IIOCKUX JTUCKOB TUAMETPOM
11,5 u TommuuHON 3 HM C OTBEPCTUEM TPEYTrOJIbHON (HOPMBI, HAXOASIIUMCS B LIEHTPE

JIMCKa U Takke paBHbIM 3 HM [31, 35] (cm. puc 1).
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OCP

— [lepeHoc 3Heprum

------ * OnyopecueHUMA (CpeaHne BpemMeHa XKu3Hu)
E===) OOTOXMMHYECKOE TylieHHe

== Hedoroxumuueckoe TyweHue

I Monekynbi 8 Bo36yKAEHHOM COCTOAHNM
Puc. 3. A — CxematnyHoe MPEACTAaBICHHE Y4acTKa (POTOCHHTETHYECKOW MEMOpaHbl IIMaHOOAKTEPHUH,

C { O6osHayeHus:

: <0.40 He : <0.25He
v v

cogepxamero aumep ¢orocuctembl 2 (PC2, OTTEHKM 3€JIEHOr0 LBETa) C KOHTaKTUPYHOILEH
bukoOmnrcoMoil (cTepHH U3 GPUKOLMAHMHA TOKa3aHbl CEPbIM, KOMIIOHEHTBI IMJIMHAPOB si/Ipa — CHHUM
U IypHypHBIM LBETOM). BCTaBKM IMOKa3bIBalOT CTPOCHHE OJHOr0 M3 0a30BBIX LWJIMHAPOB sApa U
CBsi3aHHBIX XpoModopoB. CrpaBa OT cxembl npuBeneH «cpe3» PBC Ha ypoBHE pacloyIOKeHUs
TepMHHAIBHBIX dMUTTEPoB (TD), xmopodumier @C2 nokazansl 3eneHbIM 11BeToM, OCP — XKenTeM u
opamxkeBbiM, LCM — ¢puoneToBbIM. Mo1€1b HOCUT WILTIOCTPATHBHBIN XapakTep U IMOCTPOCHA HA OCHOBE
kpuctayorpadpuueckux ctpykryp OCP, A®I u ®C2 (PDB 1M98, 1ALL u 3KZI, cOOTBETCTBEHHO).
b — xapakTepHbIii Uil SKCIIEPUMEHTOB 1n Vivo (11 MyTaHTOB, JuileHHbIX PC1 u 2) u in vitro BUA
KUHeTHK 3aTyxaHusi ¢uyopecueHimun @OBC g0 u  mocne axtuBauuu  OCP-3aBucumoro
HE(POTOXUMHUYECKOTO TYIIEHUS. YKa3aHbl BpeMeHa >KU3HU (DIyOpecleHIIMH OCHOBHBIX KOMIIOHEHT
KuHeTHKH. B — nokamuszanust sHeprum Bo3OyxnaeHus B cucreme @BC-PL[-OCP cormacHo mojnenu
«3HepreTuyeckoil BOpoHKW». 1. M30mmupoBaHHble GUKOOMINIIPOTEUHBI XapaKTEpPU3YIOTCsI BpeMEHaMu
JKU3HHU BO30YKIEHHOTO COCTOsTHUS TopsAnka 1.6 He. 2-3. B KoMIiekce U3 HECKOJIbKUX CIEKTPaTbHBIX
dbopM PUKOOUTUTIPOTEMHOB HAOIIOJAaETCSI IEPEHOC SHEPTUU BO30YKIEHUSI OT KOPOTKOBOJIHOBBIX (OpM
K JUIMHHOBOJIHOBBIM. MaJiblii 3HEpreTUYeCKUi 3a30p MEXy 3JIEKTPOHHbIMU ypoBHsAIMU ADL[ u TO
IPUBOJIUT K TOMY, YTO IpU (PU3MOJIOTUUECKUX TEMIEpaTypax Nporucxoaut oopaTtHsiii (uphill) mepenoc
sHeprun. B anpe ®BC konuuectBo T Ha nopsinok menble, yeM ADIL. TIpu Bricokux Temmneparypax
uMeHHO A®I] BHocUT OoCHOBHOW BKjIax Bo QuyopecueHuuo @BC, B To BpeMs Kak MpH HU3KHUX
temneparypax ¢ayopecuupyior T3. 4. Korna ®BC cszana ¢ ®C, ocyecTBistone pasaeneHue
3apsa0B ((POTOXMMHUECKOE TYIICHHE), 3HEprust 3ieKTpoHHoro Bo30yxiaeHus OBC sddexTrBHO
nepenaercss Ha xjopodwisl ¢dorocucteM. Ilpu yBeaMueHHMM WHTEHCUBHOCTH CBETOBOTO IOTOKA
MIPOUCXOAUT OBICTPOE BOCCTAHOBJICHHE AaKLENTOpPOB AeKTpoHa AocTynHbix PL[ ¢orocucrem wu,
COOTBETCTBEHHO, CHIXEHHE J(PQPEKTUBHOCTH (OTOXUMHUYECKOTO TymeHus. OIHOBpEMEHHO
npoucxoauT aktuBanust OCP u ero cszsiBanue ¢ caiitom B siape OBC, B pe3ynbpTaTe 4ero mosiBisIeTCst
JOTIOTHUTEIbHBINA KaHal 1e3aKTUBAIMK BO30YKICHUS.
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Ocoboe Mecto cpear (QUKOOMIMIPOTEHMHOB 3aHUMAIOT aJTO(QUKOIIMAHUHBI
(ADLI), mockonbKy HX CTpyKTypa u (oTrodu3nyueckue CBONCTBA O0OOECIEUYHUBAIOT
3¢GEeKTUBHBI  3axBaT dSHEPruu  BO3OYXKIEHUS OT KOPOTKOBOJHOBBIX (hopm
buxobmmnporenHoB — ¢ukonuanuHa (PIL) u GukospuTpuHa U MEPEIAIOT IHEPTHUIO
BO30YKJIEHUSI TaK HA3bIBAEMBIM TEpPMHUHAIBbHBIM SMuTTepaMm (TD) u xiopoduiam
PEaKIMOHHBIX HEHTPOB (cM. puc. 1). B psge pabor aBTOpbl OTMEUAIOT CIOXKHYIO
CTPYKTYpy CHEKTpOoB moriomnicaus tpumepoB A®DI] [49, 56], a Takke 3aBUCUMOCTH
(GopMBI ClIEKTPOB OT TeMIiepaTypsl [54]. OCHOBHOM MaKCHUMyM B CIICKTpPE TOTJIOIICHHUS
(650 M) cBA3BIBAIOT ¢ 0Opa3oBaHMEM TPUMEPOB U B3aUMOJCHCTBHEM XpOMO(OpPOB,
Haxoasmmxcs B cocequux (off)i-moHomepax. [Tpu noseimiennn Temneparypsl 1o 45 °C
B3aUMOJICUCTBHE MEXKIY XpoMOpOpaMu HAPyIIAETCs, IPU 3TOM B CIIEKTPaX MOTJIOMICHUS
YBEITUYMBACTCS BKJIAJ KOMIIOHCHTBHI ¢ MakcUMymMoM 610 HM, YTO COOTBETCTBYET
norJyiomenuro MoHoMepoB. ADII, kak u npyrue (GUKOOUIUIIPOTEUHBI, OTHOCUTCS K
KJIAaCCY BOJOPACTBOPUMBIX OCJIKOB, M BaXKHEHUITUM (haKTOPOM, BIUSIOIIUM Ha CBOICTBa
A®II, sgBAsAOTCS CJIOXKHBIE B3aUMOJICUCTBUS B CHCTEME XpoModop—OeroKk—Boja.
H3meHenue temmeparypbl SIBISETCS BaXHEHIIMM (PAKTOPOM, BIHSIIONIUM HA SHEPTHUIO
B3aMMOJICHCTBHS B TaKuX cucTemax [57-59].

Brimenepeurcnennbie  0COOCHHOCTH  CTPYyKTypHOW opranm3anuu ObC wu
(GUKOOMIUTIIPOTENHOB HEOOXOIWMO YUYUTHIBATH TIPH MPOBEACHUM OSKCIECPUMEHTOB.
Hampumep, npu HU3KUX Temreparypax 00pa3oBaHHe KPUCTAILIOB JibJia BHYTPH MOJIOCTH
TpUMEpPAa MOXET TPUBOIUTH K HAPYMIEHUIO €ro CTPYKTYpPhI, COMOCTaBUMOMY C
MOHOMEpH3AIMe, YTO  COMPOBOXKIACTCS  CHIDKEHHEM  KBAaHTOBOTO  BBIXOJa
bayopecleHIIMM ¥ HUCKaXCHUSIMU CIEKTpa, HE CBSI3aHHBIMH C HW3MEHEHUEM
3G ()EKTUBHOCTH MUTPAMA DSHEPTHH WIA JPYTUMU (PHU3NOIOTHYECKU -3HAUUMBIMU
nporieccamu  [57-59]. [lostomy mjsi TpaBUIBHONW HMHTEPIIPETAlMM W aHAIM3a
HU3KOTEMIIEPATypHBIX CHekTpoB (ayopecuennun DPBC in Vitr0 wim  KIeTok
IMaHOOAKTEpH HEOOXOoauMa TPABWIbHAS MOCTAHOBKA SKCIEPUMEHTA: ONTUMHU3AIIMS
CKOPOCTH 3aMOpaXMBaHUs, J00aBJICHHWE KPUOMPOTEKTOpa, WCIOIb30BAaHUE BpPEMSi-

PaspC€ICHHBIX MCETOAOB [JId OLCHKHM BPCMCH JXHU3HM MW aJCKBATHAd HOPMHPOBKA
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MHTEHCUBHOCTH cHUTrHajia (ayopecueHnuu. Cieayer oTMeTHTh, 4To kKomruiekesl OBC in
Vitro MOTYT pacraaaThCsi Ha OTIEIbHBIC CTPYKTYPHBIC DJIEMEHTHI (CTEPIKHU U SIpa — CM.
puc. 1A), HanpuMep, TP KCIIOJIb30BaHUY TIIMIIEPUHA B KauecTBe KpuorpoTtekTopa [60].
Hapymenue nenoctnoctu ®@BC mpuBoguT K pocty KBaHTOBOro Beixoma DI, u,
COOTBETCTBEHHO, CHIDKEHUIO KOHTpAcTa W3MEHEHHM MHTEHCUBHOCTH (DIIyopecleHInu
IpU U3YYEHUH HE(POTOXUMUYECKOTO TylIeHus. FIMEHHO 103TOMY B HEKOTOPBIX paboTax
uccienoBatenu ucnonb3ytoT sapa OBC kak ymporieHHbIi W Oojiee CTaOMIIBbHBIMN

MOJENbHBIA O0OBEKT.

1.5 OTkpbITHE HE(POTOXUMHYECKOTO TYlIeHUs (uiyopecleHINH Y HMAHO0AKTepui

[ToTHOCTBIO CEKBEHHPOBAHHBIM M'€HOM U CHOCOOHOCTH K TeTEepOTPO(HOMY POCTY
clieyalii  OJHOKJICTOUHYH muaHoOakTepuio Synechocystis sp. PCC6803 ymoOHbIM
OOBEKTOM sl MCClIeIOBaHUs (OTOCHMHTE3a MU, B YACTHOCTH, PETYJISLUU IPOIIECCOB
CBETOCOOpA M TEIJIOBOM JUCCUIIALIUN SHEPTUU B MUTMEHT-0ENIKOBBIX KoMmIuiekcax @bC
[32]. Tlockombky In Vitro skcnepumentsl ¢ @BC cBsI3aHBI C PSIIOM METOAHUYECKHX
OTrpPaHWYCHUM, IMONy4YeHHe MyTaHTOB Synechocystis 6803, JWIIEHHBIX OJHOTO WIH
HECKOJbKUX KOMITOHEHTOB (DOTOCHHTETUYECKOIO arapara, MO3BOJUJIO HCCIEA0BAThH
mHorue ¢pyHknuu u ocooernoctu ®BC in vivo. Hampumep, MHTEpeCcHbIC TaHHBIC OBLIH
noay4ensl ¢ momoisio MyTantoB CK u PAL [61]. B ®BC myranta CK, B pe3ynbraTe
JIEeIIMN YeThIPeX T'e€HOB, OTCYTCTBYIOT O- U [B-CyObeauHMIIBI (PUKOIIMAaHWHA U JBa
JMHKEPHBIX nojunentuaa. Y myranta PAL B pe3ynbraTe BBeICHUS AOMOJIHUTEIBHBIX
JIeJaelid B TEHbl, Koaupyomme cyobeauaunbl A®Ll, mogHOCTBIO yTpaueHa
(GUKOOMIMIIPOTEUHOBAsT aHTEHHA, YTO MOJTBEPXKICHO JaHHBIMH WMMYHOJOTHYECKOTO
aHamm3a W (QayopecreHTHOW  crmekTtpockonuu  [62]. CpaBHeHHE  CKOPOCTH
BOCCTAHOBJICHUSI MEPBUYHOTO XWHOHHOTO akienropa sijiektpoHa B ®C2 mo3Boausiio
yCTaHOBUTH, 4TO sifipo OBC yBenmuuBaeT 3dpdexktnBHOE ceuenue nornomenus OC2 B
2,5 paza, a Hanuuue B ®BbC nomnosHUTENbHBIX HWIMHAPOB U3 DI (T. H. cTepkHEN)
yBeMYuBaeT 3PPeKTUBHOCTL cBeTocOopa PC2 Ha mopsgok [38, 41, 55, 61]. Onnako,

YCTAaHOBJICHUC Sa(I)I/ICI/IMOCTI/I CKOPOCTH BOCCTAHOBJICHHA XHMHOHHBIX Q4KICIITOPOB OT
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pazmepa OBC TpelyeT 3HaYUTENbHO OOJBIIET0 KOJIMYECTBA SKCIIEPUMEHTAIBHBIX TOYEK
1, COOTBETCTBEHHO, AJIbTEPHATUBHOTO MOAXO0/1A.

Wnest o ToOM, 4TO IIMAaHOOAKTEPUU TaK ke, KaK U XJIOPOIUIACThI BHICIIUX PACTEHUH,
CIIOCOOHBI K TETJIOBOM JUCCUTIAIIMY MTOTJIONIEHHOM YHEPTUU CBETA, CYLIECTBOBAJA JABHO.
B yacTHOCTH, TpY U3yUYEHUHU aanTalluy [IMaHOOAKTEPUH K KeAToMy cBeTy B 1986 roay
OBLJIO TTOKA3aHO, YTO B TAKUX YCIOBUIX HAOIOAaeTCs quccumnanus okomno 35 % sHeprum,
noromenHo OBC [63]. OxHako, KOHKPETHBI MEXaHU3M U CIIEKTP aKTHBAIMU 3TOTO
nporiecca ObUTM BIIEPBBIC BBISBICHBI UL cirycTs 20 JieT.

[Tpu uzyuenuu cocrosiuus porocunTeTndeckoi ITI] (State transitions) u BausiHUS
Ha He€ TeKydecTH MeMOpaH ObLT OOHApYKEeH MpoIecc O€3bI3TydaTesIbHON (TEIIOBOM)
quccunanuy 3Hepruu. [Ipu Bo3neicTBUM HHTEHCHBHBIM CUHUM CBETOM HCCIIEAOBATENN
HaOmogad 0OpaTUMBI, HE3aBUCUMBI OT TeMIEPATypbl, MHIHOUTOPOB OEIKOBOTO
CHUHTE3a M OJOKAaTOpPOB BOCCTAaHOBJIEHUS YOMXHHOHA MPOLECC TEMJIOBOW IUCCHUIIALUN
sHeprun [64]. CienoBarenbHO, 3TOT Mporecc He ObUI OOYCIIOBICH IMOBPEKICHHEM
koMrnoHeHTOB DC2 (mockoyibKy ObUT 00paThM Jlake B MPUCYTCTBUU HHTHOUTOPOB
TpaHCHSALUUU) WM u3MeHeHueM coctosiHus OTL[ (okucieHue myna yOMXHHOJIOB HE
BIUSI0 Ha mpouecc). OIHAKO MPUPOJAa M MEXaHHW3M 3TOr0 MIpoLEecca OCTABAIHCh
COBEPILIEHHO HEMOHATHBIMH.

Cnegyer OTMETUTb, YTO CHJIBHOE NEPEKPBhIBAHUE CIEKTPOB (PIIyOpeCLCHIINH
xynopodmmia dotocuctem u ObBC (mpu KOMHATHOW TeMIiepaType), a TaKkKe HAIUdue
NEepPeXOAHBbIX  MPOLECCOB, CBS3AHHBIX C HW3MEHEHHWEM KBAaHTOBOTO  BBIXOJAA
bayopecueniuu  xjaopodmwmia DC2, 3aTpyIHSIOT OLEHKY BIUSHUS Pa3IUYHBIX
IKCIIEpUMEHTANbHBIX (pakTopoB Ha cocrossuue OBC ¢  mnomompio  TpPsSIMOTo
nerektupoBanus (ayopectennuu dtux [IBK [61]. TlosToMy BakHBIM 3TamoM JUIs
W3YYEHUS MPOLIECCOB PETYIIALMU TEIUIOBOM quccunanuu sueprun B @bC crano co3ganue
MYTaHTOB, JIMIIEHHbIX (oTocucteM. Mcrmonp3oBanue MyTtaHTa Synechocystis,
mumerHoro ®C2, no3sommio M.I'. PaxumbepaneBoit ¢ coaBTopamu u3 jJabopaTopuu
H.B. Kapanerssna B uHcTtuTyTe Onoxumuu um. A.H. baxa u kadeapbl reHeTHKu

ouosiornyeckoro ¢akyiprera MI'Y, npoBecTH AeTalbHBIN aHAIU3 CIEKTpa JIECUCTBUS
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(akTHBAIIMK) TEIJIOBOW auccUnaiuu sHepruu [65, 66]. beuto BrepBbie Mmoka3aHo, YTO
WHTEHCUBHBIN CHE-3€JIeHbIN CBET BbI3bIBal oOpatumoe 40 % Tyienue ¢ayopecieHIInu
®BC, a gopma cnekTpa HEHUCTBUS COOTBETCTBYET XapaKTEPHBIM So-Sp; mepexojam B
CHEKTpE TOTJOIIEHUs KapoTUHOUAOB. [lodyueHHble HaHHBIE CBUJIETEIHCTBOBAIU O
CYILIECTBOBAHMM HEKOW HEW3BECTHOW (POPMBI KapOTHHOHWIA, B3aUMOJICHCTBYIOIIEH C
BogopacTtBopuMbiMi DBC, 1, COOTBETCTBEHHO, 3Ta (hopma TakKe OJKHA ObLIa ObITh
BOJIOPACTBOPUMOM, YTO, OJHAKO, HE COOTBETCTBYET M3BECTHBIM (PH3UKO-XUMUYECKUM
CBOMCTBAM KapOTHHOUOB U MPENoaraeT Hanuyue 0eJIKOBOT0 KOMILJIEKCA.

HecMoTpst Ha TO, 4TO BOJIOPACTBOPUMBIN KapOTHHOMAHBIA O€IOK, C HEM3BECTHOU
(bU3MONIOTHYECKON aKTUBHOCTBIO, OBLT OTKPHIT W OXapaKTepU30BaH 3aJ0Jr0 0
JKCIEpUMEHTOB PaxumOepnneBoil ¢ coaBT., MOTPEOOBANIOCH €I1€ HECKOJIBKO JIET AJis
BBISIBJIICHUS (DYHKITUH OPAHKEBOTO KapoTUHOU-CBsi3bIBatomero 6enka (OCP — ot anri.
Orange Carotenoid Protein). Dtor mar Obul caenaH B pabore rTpymmbl JuaHbl
KupunoBcku ¢ coaBt. [67], xoropas moka3ama, 4To wWHaKkTuBams TeHa SIrl963,
koaupytomero Oeiaok OCP B Synechocystis sp. PCC6803, mpuBoauT K MOJTHOMY
UCYE3HOBEHMIO TymeHus ¢uyopecueHiun @OBC B kieTkax IuaHoOakTepuil Ha
WHTCHCUBHOM CHHE-3€JICHOM CBETY. Pe3ynbTaThl 3THX IKCIEPUMEHTOB, 0€3yCIOBHO,
SBUJIMCh TIPOPHIBOM B MOHMMAHUU PETYJSIUN (POTO3AUIUTHBIX MEXaHU3MOB B KJIETKaX
UAaHOOAKTEPHA.

B nanpHeitmmx pabdotax rpynmbl Juansl KupuioBcku Hamuyme WM OTCYTCTBUE
tymenus ¢uyopecueHiiun OBC In VIVO cTaio KIIOYEBBIM KPUTEPUEM  OICHKH
s¢dekTuBHOCTH OeoK-0ekoBoro B3aumoeicTBus mexay OCP u yuactkom ®BC [68-
70]. OnHako oTcyTCcTBHE MOHMMaHUsA MexaHu3Mma jerictBusi OCP B uTore mpuBeso K
TOMY, YTO PE3yJbTaThl ITHX SKCIIEPUMEHTOB B JaHHBIH MOMEHT TPEOYIOT CEpPhE3HOTO
MEPEOCMBICIICHUS (CM. CIEAYIOIINE pa3iesibl 0030pa).

Eme B panHux paboTax oTMedasoch, YTO aJanTalys KIETOK ITMaHOOAKTepHil K
CHHE-3€JICHOMY CBETY BBICOKONW HMHTEHCHUBHOCTH MPHUBOJUT HE TOJBKO K CHIKEHUIO
uHTeHcuBHOCTH (uyopectieHimn OBC, HO Takke W M3MEHEHUI0 (OPMBI CIEKTpa

bnyopecueniuu. [locne akTuBalu MeXaHU3Ma JAUCCUIIAIIMM YHEPTUH WHTEHCUBHOCTH
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bayopecueHiuu B obnactu 660-680 HM CTaHOBUTCS 3HAYUTEIHLHO HIKE, YTO OBLIO
MHTEPHPETUPOBAHO KAK B3aUMOJCHCTBUE TYIIMTENS C HEKUM CAlTOM, HaXOASIIEMCS
uMeHHO 6 s0pe OBC [71]. DTy upero (ToyHee, HEBO3MOXKHOCTh U HEIPPEKTUBHOCTD
B3aumozeictBusi OCP ¢ (QUKOIMAaHWHOBBIMU CTEPXKHSMU) MOJIEPKATU BCE TPYIIIbHI
uccleoBaTeNield, YTO MO3BOJUJIO CY3UTh 00JacTh TMOUCKa caiTa OeloK-0eITKOBOro
B3aumozeinctBua OCP u ®bC no sapa ®BC, cocrosmero uz A®I] 1 TepMUHAIBHBIX
SMUTTEPOB.

CHuxeHue MHTEHCUBHOCTHU dryopecueHIu ADI] CBSA3aHO c
BBICOKOA((DEKTUBHBIM NIEPEHOCOM SHEPTUU BO3OYKIEHUS OT KOPOTKOBOJHOBBIX (hopM
oenkoB (®Ll) k mmuHHOBOMHOBBIM (T3). [ns W3ydeHHs ATUX TMPOLIECCOB OBLIN
MIPOBENICHBI UCCIIEIOBAHUS C TTOMOIIBIO CIIEKTPODIyOPUMETPUU BBICOKOTO BPEMEHHOTO
paspelieHus U TeopeTrHueckue pacueTel [72-77]. AxktuBarust OCP-3aBUCHMOr0 TyIICHUS
B OTCyTCTBHE (OTOCHCTEM IN VIVO, a TakKe B IKCHEPUMEHTax IN VItro, MpuBOIUT K
CHIW)KEHUI0 MHTEHCHUBHOCTH (uryopecteHinn O@bC u cokpameHuto ee JAJIMTEIbHOCTH
npuMepHo Ha 90 %. Oto cBuaerenscTByeT 0 TOoM, uro OCP-3aBucumoe TyuieHue
dbayopeciieHIIMM 00YCIIOBICHO 3axBaToM sHepruu Bo3OyxaeHus DBC wmomnekymoit
TymuTens (KapoTUHOUO0M). Bpemsi u3HU BO30YKIEHHOTO COCTOSIHUS KapOTHHOHUA
(S2) B opranmueckux cpenax win B cocraBe OCP He npessitnaer 5 mic [73, 78-80], uto Ha
2 TopsKa MEHbBIIE XapaKTEpPHOTO BPEMEHHM JKU3HU BO30YXKJICHHOTO COCTOSIHUS
bukobumunporenHoB (~1.6 Hc). Takum oOpazoM, MmepeHOC SHEPTUU BO3OYKIEHUS C
xpoMopopoB ®BC Ha OCP npuBoAUT K MCUE3HOBEHUIO BO30YKJI€HHOI'O COCTOSIHUS 3a
CUET TEIUIOBOM IMCCHUIIALINH, @ CKOPOCTh IEPEHOCA IHEPTUU onpenesseT 3PHEeKTUBHOCTD
TymieHus (iyopecieHiuiu. BaXHO OTMETHUTh, 4TO, coriacHo naHHbM [78, 80], u
ucxojaHas, u poroaktuBupoBanHas Ggopmbl OCP 001a1at0T MpaKTUUECKU OTMHAKOBBIMU
BpEMEHAMHU KU3HHU BO30YKJIEHHOTO COCTOSIHUS, CIIEJOBATENIBHO, JaKe (PU3NOIOTHIECKU
neaktusHas OCPC noTeHIMaNbHO SABISETCS NPEKPACHBIM TYIIUTEIEM BO30YXKJICHMS.
DTO MOAYEPKUBAET POJIb HEU3BECTHBIX MOKa 0EJOK-OEIKOBBIX B3aUMOACHCTBUN MEXITY
OCP u ®BbC kak He0OXOUMOT0 YCIIOBHS JJ1sl aKTUBALIUU (POTO3AITUTHBIX MEXaHU3MOB,

IIpU 3TOM TPUITECPOM ITHX BBaHMO)IeﬁCTBHP'I, B CBOIO 0O4YCPCAb, ABJIACTCA N3MCHCHHC
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0enoKk-xpoMoGOpHbIX B3auMojieicTBUi B Moiekysie OCP, KoTopble Ha JaHHBII MOMEHT
M3YUYeHBI HEJIOCTATOYHO MOOPOOHO (CM. HIKE).

Kak ormeuanock Beiiie, 3Hepreruueckoe B3aumojeictsue OCP u ®BC moxkHO
paccMatpuBath B pamkax Teopun Dépcrepa. OIHAKO OLEHKA PACCTOSHUS MEXKIY
JIOHOPOM U aKIENTOPOM SHEPruu, OCHOBAaHHBIM HAa M3MEHEHUSX KBAHTOBOI'O BBIXOZA
JIOHOpA, SIBJISIETCS. HETPUBUAIBHOM 3a7adeld, MOCKOJIbKY Y KapOTHHOHMJIOB B CIIEKTPax
MOTJIONICHUS JCTEKTUPYETCS JIMIIb TEPEeXoa So-Sp, a mepexon So-Sp 3ampeiieH 1o
IpaBWJaM CHMMETPHH, I[IO3TOMY O TIOJIOKEHHH Si; HEBO3MOXHO CYIUTh IIO
CTallMOHAapHbIM crekTpaMm mnorjomenus OCP. Opgnako poiib cocTosiHUS Si, Kak
aKIENTUPYIOIIETO SHEPTUI0, AaKTHUBHO OOCYXITAeTcsl B JHMTEpaType HECMOTps Ha
OTCYTCTBHE JUMNOJILHOIO MOMEHTA NEPEX0Ja MEXKIY S1 U So. BeposTHO, 4TO 3TO CBSI3aHO
C JOCTIKEHUSMHU B MCCIENOBAaHUU (DOTOZANTUTHBIX MEXAHU3MOB y BBICHINX PACTCHUH.
[Ipeamnonaraercsi, 4To MEpexo] BUOJIACKAHTHHA B 3€aKCAHTHH, COMPOBOXKIAIOIIUIICS
CHIDKEHHEM DHEPTUU YPOBHS S; 00yCIaBIMBaeT MEPEKIIOYCHHE MOTOKAa DHEPTHH OT
XJI0podUIIIOB K KapoTuHOMAaMm. OfHako, B TOCIEIHEE BPEeMs 3TOT MEXaHH3M CTaj
MOJIBEPraThCs KPUTHKE.

UccnepoBanuss OCP ¢ noMmonipto  ()eMTOCEKYHAHOW  aOCOpPOIIMOHHOMU
CIIEKTPOCKOITHH MTO3BOJIWIIA OOHAPYKUTh YPOBeHb S1 B paiione 714 um (1.74 3B) [81]. B
TO K€ BPEMS YPOBEHb S; TEPMHHAIBHBIX SMUTTEPOB COOTBETCTBYET 3Hepruu ~1.81 3B
(685 HM), UTO 3HAUUTENBLHO BhIIE YPoBHA Sy Kapotunouza B OCPR (510 um, 2.43 5B).
Takum 00pa3oM, cHekrp (QuIyopeclueHIM (QUKOOMINCOMBI HAMHOIO  JIy4lle
MEPEKPBIBACTCS C TMOTJIOMICHHEM So-Si, 4eM Sg-S; OCP, HO MOXET Ju ypoBeHb Si
Y4yBCTBOBaTh B 3aXBaTe SHEPIHH BO30YXJEeHUS (HUKOOMIMHOBBIX MUTMEHOB OCTAETCS
npeaMeToM JucKyccuil. Omupasich Ha SKCIIepUMEHTANIbHbIE TaHHbIe 00 3P PeKTUBHOCTH
tymenus ¢ayopectieHimn PbC npu B3aumoneiicteun ¢ OCP [75, 77] u umerormecs
monean komiuiekcoB OCP-OBC [82-85], TeopeTHueckn MOXHO PEIIUTH OOpPATHYIO
3a/ladyy W OIICHUTh BEIIMYMHY WHTErpaja nepekpriBaHusi crektpa norjomenus OCP u
bayopecueHiuu sapa GuxkoOuaucomMbl. PacdeThl MOKa3bIBalOT, UYTO HaOJIOaeMble B

sKcriepuMenTe 3(PEKTUBHOCTH MUTPALIMM SHEPTUU HE MOTYT ObITh JOCTUTHYTHI, €CIU
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OCYLIECTBJISIETCS IEPEHOC UCKIIFOUNTEIILHO HA YPOBEHb S KAPOTMHOM1A C IPOU3BOJIBHON
OpUEHTALIMEN JAUIIOIBHBIX MOMEHTOB JIOHOpPA U aKLENTOpa SHEPTUU. DTO 00YCIOBICHO
MaJiol BEJIMYMHOW MHTErpaja mepekpbiBaHus criekrpa ¢uayopecueHimu sapa ObC u
HOIJIOUIEHUsT KapoTUHOMIa So-Sp;. KBAaHTOBO-MEXaHMUECKHE pacyeTbl IO3BOJISIFOT
TEOPETHYECKH  OLIEHUTh  BKJAJ  DHEPreTUYECKOTO  B3aUMOJCHCTBUS  MEXKIY
B030y)kaeHHbIM cocTossHueM ®OBC u snexkrponHbiMu ypoBHsMH OCP, a Ttaxke
paccYnTaTh COOTBETCTBYIOIIME KOHCTAHTHI CKOpOCTEN MUTparuu dHepruu [76]. OxHako,
K COXXAJIEHUIO, OOJIbIIMHCTBO TaKUX MOJEJIE HE ONMUPAIOTCA HA 3KCIEPUMEHTAIbHbBIE
JTAHHBIE.

[Ipn nHTEpHpeTali SKCHEPUMEHTAIBHBIX JAHHBIX CIEAYET YYUTHIBATH CHUIIBHOE
NEPEKPbIBAHUE CIIEKTPOB MoromeHus u ¢uyopecueHuun A®L[ u TepMuHaIBbHBIX
AMUTTEPOB, KOTOPOE NPUBOJUT K TOMY, YTO IIPU KOMHATHOM TeMIEpaType HaOI01aeTcs
obpartasiii (Uphill) mepenoc sHEpTUN BO30YkKACHUS OT TEPMHHAIBHBIX SMUTTEPOB K ADI]
[74, 75]. Cnemyer oTrMeruTh, 4TO oOIcHKA BIusHUA OCP-3aBHCHMOrO TYIICHUS
bnyopecueniiuu ®BC Ha mponecchl nepeHoca sHepruu BHyTpu PBC ¢ momoiibio
CHEKTPODIYOPUMETPHUH C TUKOCEKYHTHBIM BPEMEHHBIM pa3peIIeHUEM U MOCIETYIOIUM
100aNbHBIM aHAIM30M JAHHBIX MaJIo UHPOPMATUBHA, IOCKOJIbKY COKPAIllEHUE BPEMEHU
KU3HU (QIIyOpeCcUEHIIMM TEPMHHAIBHBIX OSMHUTTEPOB, pPACCMAaTPUBAEMbIX B POJHU
aKLIETITOPOB dHEPTrUU BO30YXKACHHUS B MOJEIH, BIUsSET HA GopMy (hpoHTA HapacTaHHs
(iyopecueHIMN 1, COOTBETCTBEHHO, Ha KaXKylLIHecs KOHCTaHThl CKOPOCTH IepeHoca
sHepruu [77], 4To 1Mo CyTH JeaeT CpaBHEHUE HEKOPPEKTHBIM. BeposiTHO, 0OpazoBaHue
komruiekca OCP ¢ ®BC He BiuseT Ha CKOPOCTh MUTPALIMHU SHEPTUN MEXKIY PA3JINUYHBIMU
cekTpadbHbIMU (Qopmamu DL, npu MIOTHOCTSIX MOTOKOB BO30YXJAIOIIETO CBETA,
UCKJTIOYAIOIIMX OJHOBPEMEHHOE BO30YKI€HNE HECKOJIbKUX MUIMeHTOB. Habmonaemblie
B HOPMAaJIbHBIX YCIOBHSIX 3()(PEeKThl (CHMKEHUE UIUTEIBHOCTH (IyOpEeCUEHIMU BCEX
dbopm) roBopsT 00 3P HEKTUBHOM pasrpy3ke BO30YKIEHHOI'O COCTOSIHUS XpoMO(pOpPOB B
aape OBC, pacnonoxeHHbIXx HamOojee Omm3ko k Mecty koHTtakta OCP um ®BC,
COOTBETCTBEHHO, COKpAILEHUE AJTUTEIBHOCTU (IyOopecleHIuU XpOoMO(OPOB BIATU OT

Aapa O6YCJIOBJICHO CHM)XXKCHHUEM BCPOATHOCTH O6paTHOFO MEpEHOCAa SHECPIUN M BKIaga
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(bayopecieHIIMU JJTMHHOBOJIHOBBIX (POPM.

K coxalieHnio, CIOXKHOCTh U3MEPEHUS W UHTEPIpEeTaldd JAaHHBIX O BpPEMEHax
XKU3HU (ryopecteHIH (KaK U B Cllydae ¢ MHOXKECTBOM JIPYTUX OOBEKTOB) MPUBEIH K
TOMY, YTO JaHHbIC O HAJIWYMKA WU OTCyTcTBUU TymeHuss ®BC in vivo Ha psme
uHTepecHbIX MyTaHTOB OCP ObUTH MOMyYeHBI C MOMOIIBI0 METOJOB CTAIMOHAPHOU
crektpockonuu [68, 70, 86]. [ToaToMy BOIpPOC 0 CIOCOOHOCTH K TYIICHHIO Pa3IMUHbIX
cnekTpanbHbIX (hopM MmyTaHToB OCP ocTtaeTcst oTKpbITEIM. OTHAKO TOCTOBEPHBIM, CYIS
10 BCEMY, SBIISIETCA YTBEpKJaeHue, uTo caiT B3aumoierictBust OCP ¢ ®bC naxonurcs B
N momene OCP, mockonpky B oTcyTcTBUe C nmomeHa N-konneBoir ¢parment OCP,
nonyunBmuii HazBanne RCP (ot anrm. Red Carotenoid Protein) [87], cmocoGen
s dexktuBHO TymuTh (ayopecueninio ®BC [88]. Takum oOpa3zom, cyuTaeTcs, 4TO
nocie aktuBaruu OCP B3aumonericteyer ¢ ssapom @BC [89] npu momomu N nomena
[88, 90]. DTo cormacyercst Takxke ¢ JaHHBIMH O TOM, YTO aMHHOKHUCIIOTHBIH ocTaToK N
nomeHa R155, oOpasyrommii comeBoii Moctuk ¢ E244 C momena, HeoOXoaWMm s
B3aumojierictBusi ¢ OBC. 3amena R155L wnum RI155E mnpensitctBoBana TyIIEHUIO
bayopecueniuun  ®bC npu  ¢potoaktuBanuu OCP, torma kak 3amena E244L wne
npuBovIIa K TakuM rocieactsusaM [90]. JlroGombiTHO, uTo Oim3kas 3ameHa R155K He
npensTcTBoBajia Tymenuto piayopecteniuu @bC, Ho cymiecTBEeHHO AecTabuin3npoBaia
B3aumozeiictere OCPR ¢ ®BC, nmpuBos K OBICTPOMY BOCCTAHOBIIEHHIO (DITyOpPECIEHIINH
®b nocne npekparienus potoakruBaiuu [90]. B To ke Bpems, CTOUT OTMETUTh, YTO
octatok R155 ne sBnsiercs koncepBaTUBHBIM y OCP 1 MOXET ObITh 3aMEHEH, HallpuMeEp,
Ha OCTaTOK TJIyTaMHHA, YTO MOXET OOBSCHUTh MEHEe CTaOWJIBHYIO CBS3b MEXKIY
noMeHamu y Takux BapuaHToB OCP 1 Oouibliyto CKOpocTh UX (hoToaKTUBAIMH IN VItro
[91].

HecMoTpst Ha BBICOKYIO 3HAYMMOCTH OIMHCAHHBIX OTKPBITHI, MHOTHE aCHEKThHI
MexaHusma Tymenus (Quyopecuenuun DPBC mnox  peiictBuem OCP  sBnsroTcs
HETMOHSATHBIMH JI0 CUX TOpP M TPEOYIOT MaabHEHIINX MCCIIeIOBAaHNN KaK Ha YPOBHE BCEH

CHUCTEMBI B IICJIOM, TaK U HA YPOBHC OTACJIbHLIX €€ YYaCTHHUKOB.
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1.6 OCP — cencop u 3ppexTop HepoTOXUMHYECKOTO TylIeHUS (PTyOpeceHIIHI
(PpuxodmICOM

Ecmm cam dakr yugactus OCP B ¢orozanmure ®BC Ha gaHHBIT MOMEHT
HEOMPOBEPKUMO JIOKAa3aH M HE BBI3BIBACT COMHEHUH, TO KOHKPETHBIM MEXaHU3M
¢doroaktuBanmu OCP u ero Oenok-0enkoBbix B3aumopeictBuii ¢ ®bC m0 cux mop
ABIsieTC OOBEKTOM HayudHbIX auckyccuit. IlopasutensHo, HO TOT dakt, yro OCP
SBIISICTCS (POTOAKTHBHBIM OETKOM W TOJ JCUCTBHEM CBETa MOXKET IMEPEXOIUTh W3
opamxkesoii (OCP®) B xpachyio ¢opmy (OCPR), 6bu1 ycTaHOBIEH TOJNBEKO uepes
HECKOJIBKO JIET TIOCTIE YCTaHOBJIEHHUS €ro CTPYKTYpbl, (YHKIMH W MHOTUX (PH3UKO-
XUMHYECKHX CBOWCTB [68, 92], mpakTudecku cmyctsi 27 JIET MOCHE €ro OTKPBITUS U
nepBoro onucanus B 1981 roxy [87]. XoTs 0 cyliecTBOBAaHUH Pa3IMYHBIX CIICKTPATBHBIX
dbopm OCP cTasio u3BECTHO MPHU MIEPBOM KE €T0 BBIICICHUHU U3 KIIETOK, 110 HEU3BECTHBIM
NPUYMHAM BIUSHUE CBETa Ha CIeKTpasibHbIe XapakTepucTuku OCP He mpoBepsutocs 10
2008 rona.

besycnoBHo,  ycrtaHoBineHue  aromapHoi  cTpyktypel  OCP  merogom
peHTreHocTpykrypHoro anammza [20, 93] cramo BakHeHIIMM COOBITHEM IS
uccienoBanus (HOTO3AMMUTHBIX MEXaHM3MOB ImaHoOaktepuil. Oxazamoch, uro OCP
MpEACTaBIsIeT Cco00M BOJOPACTBOPUMBIN JAByXJHoMeHHBIH Oemok (35 k/a), Bo
BHYTPEHHEH TOJIOCTH KOTOPOTO pAcCIONOKEeHa MOJEKylla acCHMMETPUYHOTO KEeTo-
kapoTuHoua (3-ruapokcudxuHeHoHa). Ctpykrypa N 1oMeHa 3Toro Oenka yHUKajdbHa
st OCP, torna xak C 1oOMEH OTHOCHTCS K CymnepceMencTBy Tak Ha3zbiBaeMbix NTF2-
nonoOHeIX OenkoB (oT amri. nuclear transport factor 2). JIBa moMeHa coeauWHEHBI
MPOTSHKEHHBIM  JIMHKEPOM, 00pa3yloT OOIIMPHBIM MEXIOMEHHBIN UHTepdeic u
JIOTIOJIHUTENIPHO CTaOUJIM3UPOBAHbl B3aUMOJIEUCTBUEM KOpOTKOW N-KOHIIEBOW 0O-
criupasi (NTE) ¢ C nomenowm (puc. 2).

HecMoTpst Ha oOMIHe SKCIIEPUMEHTANBHBIX JTaHHBIX, TIOJYYCHHBIX K HACTOSIIEMY
BPEMCHHU, TIOJHAS TIOCJICIOBATEILHOCTh KOH(POPMAIMOHHBIX TMPEBPAIICHUA TPHU
dotoaktuBanuu OCP nensBectHa. OObIUHO, paccyskas o ¢pusuonornyeckoi posm OCP,

BBUIENAIOT JBe craguu Qoroumkna — (1) crabunsHas opamxkesas (gopma, OCPO, ne
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BbI3bIBatomas Tymenuss ®bC, u (2) kpacHas akTUBUpOBaHHAs (MJIM CUTHaJIbHAs) hopma,
OCPR, BzaumoeiicTBHE ¢ KOTOPOI IPUBOIUT K Tyinenuio Guyopecueniuu OBC [68, 94,
95]. IMockoabKy 3TH JiBe (HOPMBI OTIIMYAIOTCS IO CIIEKTPaM IOTJIOIICHUS U BH3YaJlIbHO,
1o 1BeTy oOpasua (puc. 2), B HAy4HOHU JUTepaTrype KpacHsblit 1BeT npemnapara OCP crtan
OTOXKJIECTBIISITECA C AKTUBHBIM COCTOSIHUEM, WU HaoO0O0poT. OJHAKO 3TO MOMYyIIECHUE
OIIMOOYHO, MOCKONBKY IBeT (morjoieHue) mnpenapata OCP 3aBucur 0T JJIMHBI
COTPSDKEHUS T-CUCTEMBI B TIOJUEHOBOW TIemM KapoTuHouaa. l[IpocTpaHcTBEHHOE
PacroJIOKCHUE COMPSDKCHHBIX JBOMHBIX CBS3CH OMpPENEeNsioT OeloK-XxpoModopHbIe
B3aUMOJICUCTBHS, @ BOBMOXHOCTH B3aumojiericTBus ¢ @BC u Tymenus ¢iayopecieHIIuu
JTUKTYIOT 0eJ0K-0enkoBbie B3aumoaenctsus mexay sapoM ObC u OCP. Muaue rosops,
MOTEHIIMAIBHO MOTYT CYIIECTBOBaTh kpacHble popmbl OCP, He BhI3bIBaIOIINE TYIICHUS
bnyopecueniuu ObC (Bo3M0OXkHO, U3-3a HapyuieHHOro B3aumozeictus ¢ ObBC), u
opamkeBbie (hopMmbl, criocoOHble K Tymenuto [70, 86, 90]. Bomee Toro, BeposTHO,
BO3MOYKHO CYLIECTBOBaHME KoMIuiekca OenkoBoro wmatpukca OCP ¢ apyrumu
KapOTUHOMJIAaMH, KOTOpPHIE BEpPOSTHO TOXXKE MOTYT OCYIIECTBISATH TYIICHUE
bayopecueniiun  ®bBC. Nuaue roBops, HE JA0Ka3aHa YHUKAJIBHOCTH 3’ -TUJIPOKCHU
HXMHEHOHA KaK aKIEeNnTopa YHEPTUun dIEKTPOHHOTO BO30YKICHUSI.

Kak orTmedasnoch Bblllle, CHEKTPaJIbHBIE XAPAKTEPUCTUKH  KAPOTHHOHU[A
MPUHIUNHAIBHO HE BJIMSIOT Ha €r0 CIOCOOHOCTh K O€3bI3TydYaTesIbHOW JMCCUTALUU
OSHEPTrUur BO3OYKIACHUS, TMOCKOJIbKY JIMTEILHOCTh BO30YXKIEHHOTO COCTOSIHUSI HE
MPEBBIIAET HECKOJIBKUX MUKOCEKYHM. s muaykuuu tymenus gpayopecueriuu ObC
HeoOxoaumo commkenue OCP u caiita B sape ®BC, To ecth 00pazoBaHue KOMILIEKCA,
KOTOpPO€ BO3MOKHO Oyarojapsi crielipuuecKuM OeI0K-O€IKOBBIM B3aMMOJICHCTBUSIM.
Bce cymectByromme moaenu komiuiekca OCP-OBC noka3biBalOT, YTO MUHHUMAaIbHOE
paccTosiHME MEKAY XpoModopaMu cocTaBiuseT He MeHee 24 A, uTo uckmodaer
BO3MOYKHOCTB ITIEpEHOCA SHEPTUH 110 MexaHu3My JlekcTepa u nenaeT MaodhHEKTUBHBIM

3aXxBaT BO30YXKICHUS 3a CUCT JUIMOJIb-TUITONBHBIX B3auMoieiicTBuii [96].
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Puc. 3. @orounknuueckue npespaiienuss OCP. CBepxy ciieBa HallpaBo — KpUCTAIIMUECKasi CTPYKTypa
opanxeBoii popmsl OCP (PDB 3MG1): kapotuHous nokazan opanxeBbiM, NTE kpacHbIM, 0cTaTOK
W288 — ¢uoneroBeM nBetoMm; dotorpadus kioBeT ¢ pactBopamu OCP 10 u mocie (GoToakTHBAINH;
cnekTpsl noromenus OCP 1o u nociie poTroakTuBaluy, CTPENIKON MOKa3aHO HalpaBiIeHUEe N3MEHEHNN
onTUYecKoil oTHocTy npu 550 HM; KUHETUKHU n3MeHeHus norioueHuss OCP npu aganranuu K CHHEMY
CBETY BBICOKON MHTEHCHUBHOCTH U N1OCJIE BBIKJIIOUEHUS CBETA IIPU pa3InYHbIX TeMneparypax. B nenrpe:
CXEMaTUYHOE MPEJICTaBIECHNE YEThIpEeX OCHOBHBIX cTaauu (oTtorukia OCP (cM. mosicHeHHe B TEKCTE).
CHuzy npuBeneHa MoJienb kpacHoi aktuBHOU (popMbl OCP, nonyyeHHast Ha ocHOBe CcTpyKTypbl RCP u
OCP (ctpykrypsl 4XB4 u 3MGI, cootBercTBeHHO) M cTpykTyphl OCPR Huskoro paspernenmus,

HOJIyYCHHOI Ha OCHOBE JaHHBIX MAJIOYTJIOBOTO PACCESIHUSI PEHTTCHOBCKUX Jiydelt [97].

B muteparype wm3BectHbl MyTaHTh OCP, KOTOpBIE JHIIEHBI CIIOCOOHOCTH K
dbOoTOKOHBEpCHH, HO, TeM HE MeHee, Yy psaga Takux MyTaHToB (Y44S, E34A,
P126V/Y 129F) nabmromaeTcsi cnocoOHOCTh BBI3BIBaThH TymieHue (iyopectienniuu ObC
[70, 86, 90]. C napyroii croponsl, npeactaBienus o ¢oromukie OCP kak o

JBYXCTQAUMHOM  MpPOLIECCe  KpaWHE  YNOPOILIEHBbI, IMOCKOJbKY  JA€3aKTHBALUA
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BO30Y>K/ICHHBIX COCTOSIHUM KapOTHMHOWJA MPOUCXOAUT 3a JECITKU TMHKOCEKYHH, a
aKTUBHas KpacHas ¢opma nosiisiercst nuiib yepe3 100 mc, 4To 00yCIIOBIEHO CIOXKHOM
MOCJIETIOBATEITLHOCTHIO 3HAYUTEITbHBIX (m OTHOCHUTEJILHO MEJJICHHBIX )
KOH(GOPMAIMOHHBIX HM3MEHCHHH CTpYKTypbhl OenkoBoii Marpuimbl. [98-101]. Takum
o0pa3oM, JOJDKHBI  CYIIECTBOBATh NPOMEXKYTOUYHBIE CTaauu  (OTONMKIA —
MHTEPMEIHNAThI, KOTOPhIE CIEKTPAIbHO COOTBETCTBYET KpAacHOU (M akTHBHOM) (opme
OCP, HO O CTpPYKType OEIKOBOW MaTpPHIIBI SIBISETCS aHAJIOTOM OpaH)XEBOW (POPMHBI.
XOTUM OTMETUTH, YTO MPSAMOE SKCIEPUMEHTAILHOE TOKA3aTeIbCTBO ITOW THUITOTE3bI
OBLJIO MOJYYEHO B pe3yJIbTaTe BHIMOJHEHUS JAHHON paboThI.

Cnoxnas uepapxus BpemeH (orornukia OCP o0ycioBieHa 1ByMsi TpeOOBaHUSIMU
K (OTOaKTUBHOM KOHCTpYKIHMH: (1) HEOOXOAMMOCTBIO O0ECIEUUTh CTAOMIBLHOCTH
HeakTuBHOU QopMbl OCP, nmoctaTouHyro il TOro, 4ytoObl OENOK HE MEepPeXOoius B
aKTUBHYIO (hOPMY NPU HOPMATBHBIX (111 POTOCHHTE3a) YPOBHSIX UHCOJISINH U (2) Bpemst
KU3HH aKTHBHOW (OPMBI JODKHO OBITH JIOCTATOYHBIM [IJII TOTO, YTOOBI HAWTH W
cBa3arbes ¢ cantoM Ha sape ObC no toro, kak OCP caMONpoOM3BOJIBHO NEPENIET B
HeakTuBHYIO (opmy. [lo HEKOTOpBHIM OIleHKaM, KBAaHTOBBIM BBIXOJ] OOpa3OBaHMUS
aKTUBHOM ¢opMbl He mpeBbimmaer ~ 0.2 % [72, 92, 102]. OuyeBuaHO, CTAOMIBLHOCTD
OpaHXXeBOW (OPMBI M BpeMsS KU3HU aKTUBHOW KPacHOW BaXKHBI IS TOIACPIKAHUS
MPaBUJILHOTO OanaHca MeKIy (DOTOCMHTETHUESCKUMU U (DOTO3AIMTHBIMU ITPOIIECCAMH H,
COOTBETCTBEHHO, DJHEPreTHUYECKOTO COCTOSIHUS KJIeTKH. VIMeHHO »9ToT OamaHc
oOecrieynBaeT BO3MOXKHOCTh IMAHOOAKTEPUH aqanTHPOBATHCS K H3MCEHSIOIIMMCS

YCIOBUSAM BHEIITHEH CpcAanl.
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Tabauua 1. Crircok uzBectHbIX MmyTanToB OCP.

Ha3zBanue / [BeT nmpenapara, dDoTto- Tymenune ®bC Ccblika
3ameHna THUIl KADOTUHOU/JIA | aKTHBHOCTh
W110S OpamsKeBbIit HU3Kas - (in vivo) Wilson, 2008
KpacHprii Wilson, 2011
W110F OpanxeBbIii CpeIHsIs + (in vivo) Wilson, 2010
W288H Opamxkessrit, ZEA - - (in vivo) Wilson, 2011
W?288F Kpacusrit, ECN - ?27? Bandara, 2017
W?288S Opanxessiid, ZEA - - (in vivo) Wilson, 2011
Y201S OpamsKeBbIii - - (in vivo) Wilson, 2011
ECN/B-Car
Y201H Opamxesblit, B-Car o4eHb HuU3Kas | - (in vivo) Wilson, 2011
Y44F/ ?27? + (in vivo) Wilson, 2011
W110F
Y44F ?7?7? ?7?7? Bandara, 2017
Y201F ?7?7? + (in vivo) Wilson, 2011
Y201F OpaHXeBbl, + (ECN) Bandara, 2017
B-Car/ECN
Y44S OpanxeBblii - - (in vivo) Wilson, 2010
- + (in vivo) Wilson, 2011
OpamnxeBblii??? - Bandara, 2017
R155L OpanxeBbIii BBICOKAs - (in vivo) Wilson, 2010
R155K OpanxeBbIii BBICOKAsI + (in vitro) Wilson, 2012
R155E OpanxeBblii BBICOKAs - (in vitro) Wilson, 2012
KpacHprii + (in vitro)
E244L OpamxeBblii BBICOKAsI + (in vitro) Wilson, 2012
20-165 OCP | Ilypnypssrii (RCP) - + (in vitro) Leverenz, 2015
CAN
C84A Opamxessrii (CAN) + + (~40 % invitro) | Leverenz, 2015
E34A Opamnxessiii (ECN) HU3Kast + (~40 % invitro) | Leverenz, 2015
P126V Opamxessrit (CAN) cpemHss + (~ 40 % invitro) | Leverenz, 2015
Y129F Opamxesorii (CAN) CpemHss - (~10% invitro) | Leverenz, 2015
P126V/ Opamxessriit (CAN) ouenpb Hu3kas | - (~ 10 % in vitro) Leverenz, 2015
Y129F Opamnxessiii (ECN) - - (~ 10 % in vitro)
D6L OpanxeBblii + + (in vitro) Thurotte, 2015
P22V OpanxeBblii + + (~ 50 % invitro) | Thurotte, 2015
A2-15/20 OpamKeBblii + + (in vitro) Thurotte, 2015
ANTE [MypnypHbrii - Sluchanko, 2017
W288A [TyprypHsiii (80 % - + Maksimov, 2016
Opamxessrii (20 %) + +
Y201W OpamxeBoiii (67 %) + + Yaroshevich, 2021
[Myprypusiii (33%) - +
Y201A/ [Mypnypusrit (100%) - + Yaroshevich, 2021
W288A
165-317 ®duonetossiii (CAN) - - Moldenhauer, 2017
COCP
165-317 [Mypmypusriii (CAN) - - Moldenhauer, 2017
COCP
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C nomol1ipio psijia METOI0B OBLIIO yOSIUTEIBHO TTOKa3aHo, 4To ¢oToakTuBaius OCP
COIPOBOXKIAETCs ACKOMITAKTH3AIMeH MosieKyisl Oenka [97, 103, 104] u nepemMericHrem
mostekyibl kapotuHonaa B N gomen [105, 106] (puc. 2). BeposTHO, UMEHHO TaKue
CTPYKTYpHbIE HM3MEHEHHUs HEOOXOIUMBI NJisi CTaOWIM3allMd aKTUBHOTO CHUTHAJIBHOIO
cocrosinug OCP, B koTropoM OH criocodeH cBs3biBaThecsi ¢ OBC 1 BBI3bIBATH TYIIEHHE
bayopecueniuu. Ilo uMmeromielicss Ha JaHHBII MOMEHT HWH(OpMAlMUM U3 pPa3HbIX
n1abopatopuid, MOCIETOBATEIILHOCTh COOBITH, MPUBOIALINX K 00pa30BaHUIO aKTUBHOM
dbopmbr OCP, MOKHO BBICTPOUTH CIIEIYIONUM 00pa3oM.

[Ipu nornouieHny KBaHTa CBETa MOJIEKYJIOW KapOTHHOM 1A IPOUCXOAUT €€ Mepexo/]
B BO30YXJEHHOE cocTosiHue. [loryomEHHoON »HHEpPruM KBaHTa JOCTATOYHO IS
dboTouzomepuzaiu (moBopoT B-uoHoHoBOro kojbiia B C gomene OCP) u BRIIpSMIICHUS
nosmeHoBoi 1ienm [92, 107, 108], ogHako MeXaHHU3M 3TOM peakiuu He ycTaHoBJeH. [Ipu
noBOpOoTe P-MOHOHOBOrO Kojibla B C JIOMEHE, BEpPOSATHO, HAPYIIAIOTCS BOJOPOIHBIC
CBSI3M MEXIY KETO-TPYIIOi B KOJbIIE U OcTaTkamu Tupo3uHa-201 u tpuntodana-288
[92, 108]. /laHHBIC aMHHOKHCIIOTHBIE OCTATKH SIBJISIFOTCS KOHCEPBATUBHBIMU, BEPOSITHO,
HaJIM4KUE BOJOPOJHBIX CBA3EH SIBISETCS HEOOXOAMMBIM JIJISi CTAOMIIM3AIIMN OPAHKEBON
dopmer OCP [103, 104]. Opmnako, KakuM O0pa3oM MPOUCXOIUT pPa3pbiB ATUX
BOJIOPOJIHBIX CBSI3€M OCTAETCsl 00BEKTOM HAYYHBIX JTUCKYCCHMA.

Comnoctasnenue ctpyktyp OCP u RCP nmokaspIiBaeT, 4T0O OCHOBHBIC Pa3INUMs B 3THX
Oenkax, COOTBETCTBYIOIIUX CTAOWILHOW opamkeBod ¢dopme u N 1momMeHy KpacHOU
aktuBHOW (opmbl OCP, mnoka3piBaeT, 4TO HaWMOOJBIIME HW3MEHEHUS CTPYKTYpHI
HaOmoaoTes B odnactu Mexxay NTE u Onmusnexamumu a-crimpansmu [97, 105, 108,
109]. M3sMeHeHHe pacCTOSHUSA MEXKIY o-criupaisiMi B N JoMeHe, BEPOSTHO, TIPUBOIUT K
OCITA0JICHWIO CTIKUHT B3aUMOJICUCTBHH MEXIYy KOHCEPBATHUBHBIMH OCTAaTKAMMH
tpuntodana-101 u 41 u KOIBIIOM MOJIEKYJIBI KapoTuHOUAA. Eciiu B opamxkeBoit popme
OCP W41 OnokupyeT mnepemelieHne KapoTHHOWIA, TO B pe3yjibTaTe H3MEHEHUS
koH(popmaruu N momena m moBopoTra a-crimpanu, coaepxkamiein W41, obpasyercs
TOHHEJIb, 10 KOTOPOMY KapOTHHOM HepeMernaercs 6osee ueM Ha 10 A srioy6s N momena

[105]. BeposiTHO, 3TH W3MEHEHUs NECTAOWMIM3HPYIOT CTPYKTYypy Oenka, KoTopas He
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MOKET OCTaBaTbCs KOMIAKTHOM 3a CYET OTCYTCTBHUSI psiia BOJOPOAHBIX CBsI3€M B
uHTepdeiice MeXIy JOMEHaMH, U HapyllleHHe O0eloK-XpOMO(MOPHBIX B3aUMOJAECHUCTBUI
IPUBOJUT K YBEJIMYEHUIO B3aUMHOM NOJBHKHOCTU N 1 C TOMEHOB M X PaCXOXkKICHHUIO.
MO3KHO IIPEAIONOXKNTH, 9To Takass popma OCPR gensercs Gpusnonornyecky akTHBHOM,
IIOCKOJIBKY B 3TOM COCTOSIHUM MOBEpXHOCTh N J0MEHa M HaxXOIAIIUHCA B HEM
KapoTUHOM]I Hanbosee JocTynHbI it B3aumoaeicteust ¢ ®bC, a C qoMeH JocTymeH s
B3aMMOJICUCTBHS C O€TTKOM BOCCTaHOBJICHUS (uryopecteHuu, win FRP (cm. Hibke).

OO6patHbiit nepexo u3 akTuBHOU (popMbl OCP B HEaKTHBHYIO OpaHKEBYIO TpEOyeT
BOCCTaHOBJICHUS 0€JI0K-XpOMO(OPHBIX B3aUMOJICUCTBUM U TaKkKe U3yUeH HEJ0CTATOUHO
noapoOHo. [lepBbIM COOBITHEM Ha MYTH K TEMHOBOW HEAKTUBHOW (opMe, BEPOSITHO,
SIBJIIETCS. BOCCTAHOBJICHUE CTIKMHI B3aUMOACHCTBUM MEXIY [-KOJBLOM MOJIEKYJIbI
kapotuHonsa B N gomene u ocratkamu Tpunrodana-41 m 101. 3arem mpoucxoaut
U3MEHEHHUE TOTJIOIEHUSI KapOTHHOUAA, KOTOpoe TpedyeT oOpa3oBaHUs BOJOPOIHBIX
cBsa3ell B C JoMEHE MEKy KapOTUHOMIOM M OCTaTKaMu Tpuntodana-288 u TMpO3nHa-
201. Omnako mpomecc peaccormanud N m C 1OMEHOB HE 3aKaHYMBACTCS Ha JTOM.
3aKIIOunTENbHBIE CTAIUU TEpexofa B HEAKTHBHYIO (OpMY, BEpPOSITHO, CBSI3aHBI C
KOMIakTh3anuer Oenaka. OOmime crTaauii, HEOOXOIMMBIX I BOCCTAaHOBJICHHS
HeaktuBHOU (hopmbl OCP, a taxke mpoctpancTBeHHast ynaineHHOCTh N u C nmomeHoB
MPUBOJST K TOMY, YTO JAHHBIN MPOIeCC UJIET KpaliHE MEAJIEHHO, a €r0 CKOPOCTh CUITBHO
3aBUCUT OT TemIepaTypbl. BeposTHO, UMEHHO (aKTOp B3aUMHOIO PACIOJIOKEHUS
JIOMEHOB OMpEJIENsEeT BEpOSATHOCTh nepexoaa kpacHoi gopmel OCP B opanxeByro. B
JAHHBII MOMEHT HET IMOJHOTO0 MOHMMAaHHUSl Kakue CTPYKTypHbIe (PakTopbl CIIOCOOHBI
BIIMATH Ha BEPOSATHOCTH penakcanuu kpacHon popmer OCP.

Tax unn unave, kommaeke OCPR-®EC B in Vitro cucreme 1mokasan 3HaUYMTENBHYIO
ycroitunBocTh [89], m cmoHTaHHOe BOoccTaHOBiIeHHe (ayopeciennun PBC B 3THX
YCIIOBUSX IIPOUCXOIUT Kpaiine wemienno (~10* c¢). Cregyer OTMETHTH, YTO
Oe3bI3ilydaTebHbIl  MepeHoc HHepruu Ha KapotuHoun OCP  MOXeT SBIATbCS
aIbTEPHATUBHBIM CHOCOOOM €ro BO30YXIEHUS, CTUMYJIUPYIOUIUM T[EpexXo]l U3

opamxeBoil (opMbl B akTHBHYIO KpacHyi0 [106]. COOTBETCTBEHHO, MEPEHOC SHEPIHU
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Bo30yxnenuss or DOBC cnocoOcTByeT mNOANEpKAHUIO CTAOMJIBHOIO KOMILIEKCA.
BeposiTHO, 3TO MOXET HETaTUBHO CKa3bIBAaTHCS HA 3(P(HEKTUBHOCTH (POTOCUHTETUUECKUX
MPOIIECCOB, MOATOMY JIJIsi YCKOPEHHUSI BOCCTAHOBIICHUS MCXOAHBIX MapameTrpoB ®bC u
b (HEKTUBHOCTH CcBeTOCOOpa HEOOXOAUM €1l OAMH PEryJSITOPHBIM KOMITOHEHT,
KOTOpBI obecmeunBan Obl  gectabmmszanuio  komimwiekca OCPR-®BC. Taxum
KOMIIOHEHTOM SBJIsieTcsl Oellok BoccTaHoBieHus (ayopecuenuuun FRP (Fluorescence
Recovery Portien).

[lepen moapoOHbIM onucaHueMm cBokcTB FRP, cTtout oTrMerutrsh, 4TOo CcoBceM
HEJIaBHO ObUIM OOHapyX eHbI Takxke ocoObie BapuanThl OCP, /isi KOTOPBIX XapaKTepHBI
0onee ObicTpbie (HOTOAKTUBALIMA M CIOHTaHHas penakcauusa (T.H. noarpynmna OCP2,
MPEACTaBUTEIM KOTOPOM MOTYT NPUCYTCTBOBATH B Pa3HBIX IMAHOOAKTEPHUSX JIHOO
HE3aBHCHUMO, JIN00 BMecTe ¢ Oosiee m3ydeHHbIMU OCP1) [91], ogHako B qaHHOM 0030pe

MBI 00JIee TIOJPOOHO PacCMOTPUM BapUaHT, peann3oBaHHbIld y Synechocystis (OCP1).

1.7 Peryasinusi aktuBHOCTH OCP 3a cuer 0esika BoccTaHOBJIeHUs (hIyopecleHIuH
FRP

B 2010-M rony nipu uccnenoBanuu Synechocystis 6803 Ob110 yCTaHOBICHO, YTO IT'eH
slr1964, pacmnonoxeHHbId B HemocpeacTBeHHON Oym3octn ot reHa OCP (sIrl963)
OTBEYAET 3a perysiiui0 He(POTOXMMHUYECKOIO TyIlleHus. bbuio mokaszaHo, 4To mpu
uHakTuBanmu  SIrl964  BoccranoBienue  ¢uryopecuennuss  ObC  mpoucxomut
upe3Bbruaiino gonro [110]. [Ipoaykr rena slr1964 6bu1 Ha3BaH OEIKOM BOCCTAHOBJICHHS
dnyopecuenuu (Fluorescence Recovery Protein, FRP). Oxa3anocs, uto FRP Tarxke
HerocpencTBeHHo B3ammojeictByer ¢ OCP in Vitro u yckopsier ero mepexoja u3
(OTOaKTHBHPOBAHHOW KpacHOW B opamxkeByto ¢opmy [110]. TlpumeuartensHo, uTO
JI0JITO€ BpEMsI CTOSLI BOIIPOC O JUIMHE OTKPBITON paMKH CUMTBIBAHUSI 3TOTO I'eHa. Y TeHOB
FRP pomos Synechocystis u Microcystis meronamu OnonHpopMaTHKH Oblaa HaiiieHa
nononaHuTenbHas N-KOHIIeBasi MOCIEI0BATEIbHOCTh, OTCYTCTBYIOMAasA B FRP u3 apyrux
ponoB mmanobaktepuii [110]. Takoi ymIMHEHHBIH TeH OBLI AKCIPECCHUPOBAH, a €ro
IPOAYKT OXapaKTEePH30BaH, YTO MPHUBEIIO K PATY OIMIMOOYHBIX BBHIBOJOB. B wacTHOCTH,

ObL10 TIOoCcTyIMpoBaHo, uTo FRP mpouno acconuupoBan ¢ memOpanamu. [lozauee Obu10
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9KCIIEPMMEHTAIbHO MOKa3aHo, 4To (u3nosiornyecku aktuBHbd FRP u3 Synechocystis
HayMHaeTcss ¢ ocrtarka Met26 (mo HyMmepauuu MNOpoAyKTa VYJIMHEHHOW paMKH
CUUTBHIBaHM), TO €CTh JKCIpeccupyeTcss U (YyHKIIMOHUPYET KOpOTKas ¢dopma Oernka.
NmMenHo sta (opma BCTpeyaeTcs y MHOTHX JPYTUX [HMAHOOAKTEPUH U SIBISETCS
BojlopacTBOpuMBIM OenkoM [111]. IToBwimieHHass 3kcnpeccus Takod ¢opmbl FRP B
Synechocystis npuBouiIa K TOMY, YTO KJICTKH HE MOTJIM PEearMpoBaTh Ha TOBBINICHHUE
WHTCHCHUBHOCTH CBETa CHW)KCHHEeM WHTeHCHBHOCTH (uryopectiennmn @bC [111]. Oro
yKa3bpiBasi Ha je3akTuBHUpyromee neiictBue FRP mo otromenuto k OCP in vivo u Ha
HEOOXOJAMMOCTh TIHIATEIBHOTO KOHTPOJISI YPOBHSI JKCIpeccuu o00oux OEnKoB st
HOJIICpKaHUs pab0TOCTIOCOOHOCTH (POTO3AIUTHOTO MexaHu3Ma [112].
[TpoctpancTBenHas crpykrypa FRP u3 Synechocystis 6si1a ycranosieHa B 2013
rofy C paspemenuem 2,5 A [113]. Okaszanock, uto FRP sBisieTcs HCKIIFOYUTETEHO O
CHUpPAIbHBIM O€lIKOM UuiIuHApudeckord ¢opmbl (puc. 3A), OoIHAKO B KpUCTAJUIE
IPUCYTCTBYIOT JIB€ CUIIBHO OTJIMYAIOIINXCS KOH(DOpMAalUy — JUMEpHas U TeTpaMepHasi,
npuyeM CyObEIUHHIIBI B COCTaBE TeTpamepa YJIOXKEHBl OTIUYHBIM OT JUMEpPHOM
KoH(popmaruu cnocobom. beuio npeanonoxeHo, uto akTuBHOM popmoit FRP siBnsercs
JUMEp, a TeTpaMepbl HEAKTUBHBI U SBIISIIOTCA (OpMOM XpaHeHus Oenika. OOHapykeHue
nuMepoB U TerpamepoB FRP mpotuBopeunsio panee onyOIMKOBaHHBIM TAHHBIM TEX K€
aBTOpoB 0 TOoM, uro FRP sBmsercs tpumepom [110]. Bonee toro, HemaBHO ObLia
NOJIydeHa HoBas KpucTaummdeckas cTpykrypa FRP u3 Tolypothrix sp. PCC 7601
(=Fremyella diplosiphon) (PDB 5TZ0, [91]), koTopas oka3ajgach MOJHOCTBIO
SKBHBaJIeHTHa TuMepHoi cTpykType FRP u3 Synechocystis (PDB 4JDX, nieniu B u D), u
TEeTpaMEPHOW OpTraHU3aIMK B 9TOM Cilydae OOHApYKUTh TakkKe He ynainoch. HecMmoTps
Ha To, uro FRP wu3 Synechocystis u Tolypothrix waentnunsl jmumb Ha 51%,
MPOCTPAHCTBEHHBIE CTPYKTYPHI UX TUMEPOB ObUTH MPAKTUUECKH SKBUBAJICHTHBI, B HUX
JIUIIbL HE3HAYUTENIbHO OTIWYajICs YroJl Mexay MoHomepamu (cMm. puc. 4). D10
00CTOSITEIHCTBO CITY’KUT BAKHBIM YKa3aHUEM Ha TO, YTO KOHTAKT CYObEIUHUIL B TUMEPE
FRP He siBRsieTCs )KECTKUM, a IOMyCKAaeT HEKOTOPYIO KOH(DOPMAIIMOHHYIO TTOJABHUKHOCTh

U CKOJIb)KEHHE MOHOMEPOB JIPYT OTHOCUTEIILHO JIpyTa.
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[Ipeanonaranock, uro obnacte AuMepuzanuu FRP HenocpencTBeHHO BoBiIeUeHa
BO B3aumojieiictBue 3toro 6enka ¢ OCP, uTo coriacyercsi ¢ KOHCEpBATUBHOCTBIO psijia
OCTATKOB M3 3TOTO0 PErMOHA W BIUSHUEM HEKOTOPBIX MyTalMii Ha crnocoOHocTs FRP
yckopsTh penakcanuio OCP [113]. Dta rumnoresa He SBISETCS €IMHCTBEHHOM, TTOCKOJIBKY
MO’KHO TaKXe MPENONI0KNUTh, YTO UCCIIeIOBAaHHbIC MyTAaIlMH BIMSIOT HA CTAOMIBHOCTD
unrepdeiica FRP, u nmump nmostomy — Ha dyHkimonupoBanue FRP u a¢gdextuBHOCTD
BaumoneiictBuss ¢ OCP. Takas BO3MOXHOCTH, TpeOyeT Oosiee JETaTbHOTO
paccmoTtpenus. Hambonee 3aragoyHpIMH Ha JAHHBI MOMEHT SIBISIIOTCA JaHHEBIE,
noyiydeHHsie ¢ nomoiisio Mmytanta R60K, mockonbKy Takasi 3aMeHa HE TOBJIMsUIA Ha
donmunr FRP (ctpykrypbl FRP mukoro tTuna (PDB 4JDX) u myranta R60K (PDB 4JDQ)
MPaKTUYECKU COBMAIAIOT), OJHAKO craenana FRP mpakTudecku HecrmocoOHBIM YCKOPSITh
penakcamuro OCP [113].

[IpyHIMNIUATBPHO BaXXHO, YTO MOJHOCTBIO  PabOTOCHOCOOHYIO  CHCTEMY
dboto3zamutsl, cocrosiryto u3 ®bC (o0bekT Tymenus), OCP (unaykrop Tymenus) u FRP
(MHrUOMTOp, WIIM BBIKJIIOYATEIbh TYIIEHUs), yaajdoch Boccoszmath In Vitro [89]. Tak,
HECMOTPSl Ha HEKOTOphIE CYIIECTBEHHBbIE JOINYIIEHUS U pazIuuus B Ipoleccax,
IPOTEKArOIKX iN VIVO 1 IN Vitro, Op110 yOe U TeIhHO MIPOAEMOHCTPUPOBAHO, YTO HATTHYHUE
ITUX TPEX KOMIIOHEHTOB HEOOXOJUMO M JOCTAaTOYHO [JIsi pabOTOCIOCOOHOCTH
MHUHUMAJBHOTO peryiupyeMoro wexanuzma tymeHus ObC. CoBceM HeTaBHO
oOHapyxeHnnble BapuaHThl OCP2 cnocoOGHBI OBICTPO CIIOHTAHHO PEIAKCUPOBATH 0€3
yuactusi FRP (renel koToporo wmoryt BoOOIIE OTCYTCTBOBaTh Yy HEKOTOPBIX
nranobakTepuii, cogepxkammx OCP2), 1 MOXKHO NPEINOI0KUTh, YTO OHU MPEICTABIISIIOT
coboii Oomee mpumutHBHBIE (Gopmbl OCP mo cpaBuenuto ¢ OCP1 [91], omHako

Tpe6y}oT051 0oJjee CUCTeMaTHYEeCKHIE HCCJICAOBAHMA JaHHOT'O BOIIpOCaA.
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Puc. 4. CtpykrypHasi opranuzaius auMepa FRP 1o maHHBIM peHTI€HOCTPYKTYpHOTO aHaiu3a. A)
oOuit Bua Ha mozenb numepa FRP u3 Synechocystis (PDB 4JDX) B 1ByX OpTOrOHaIBHBIX POCKIIUSIX.
MonomMmepsl 0003HaueHbl pa3HbiMU 1BeTamu. B) Hanoxenue crpykryp aumepo FRP u3 Tolypothrix
(cunuii, PDB 5TZ0) u Synechocystis (aumepbl, 00pa3oBaHHbIC Pa3HBIMHU LETSIMHU, IPUCYTCTBYIOIIUMH
B KPHUCTANIMYECKON CTPyKType, 0003HaueHbl pa3HbIM I[BeTOM). OTMeuUeH YroJ, WUTHOCTPUPYIOIINN
pasHHIly B MOJOKEHUU BTOPOIO MOHOMEpa OTHOCHTEIBbHO mepBoro. B) Obnacts qumepuszanuu FRP.
KnrodyeBble mMONsSpHBIE KOHTAKTHl OTMEUEHBbl MYHKTUPHBIMHM JIMHMSIMH, OCTaTKH, oOOpasyromue
rusipopoOHOE SAPO — CEPHIM LIBETOM.

1.8 Bzaumoaeiictue OCP ¢ koMnoHeHTaMu (PMKOOHINCOM

Kak otmeuanocws panee, dotoaktuBaius OCP B KOHEYHOM cueTe MPUBOIUT K
3HAYNUTEIHHBIM HW3MEHEHHUSM €ro KOH(pOpManuu — 3HAYUTEIHBHOMY CMEIICHHIO
KapoTuHomnaa Briryob N momeHa u pasaeneHuro JoMeHOB Oenka. CuuTaeTcs, YTO TaKue
n3meHenus: B OCP o6ycnosmBatot ciocooHocth OCP B3aumoelicTBoBaTh ¢ OeKaMu B
cocrae ®BC wu obecrmeuynBarh JUCCUTIAIMIO W30BITOYHOHW DHEPTHUHU, UYTO
HKCIIEPUMEHTAIbHO HabmoaeTcs Kak Tymenue ¢payopecuenun ObC. BaxHo, yto ans
cBs3biBaHUsl akTUBUpOBaHHOU Qopmbl OCP ¢ ®BC He TpebyeTcss OCBelleHUE,
MHTEHCUBHOCTh CHHE-3€JICHOTO CBETa OIpEeNeNseT JIMIIb KOJINYECTBO 00pa3oBaBLIeiics

aktuBHOM dopmbl [104, 105, 112], npu 3ToM ncxoaublii opamkeBbiii OCP He criocoOeH
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cBs3biBaThesl ¢ OBC u TymuTs ux Quyopecnenuuto. boree Toro OCP moxer ObITH
aKTUBHpPOBAaH 3apaHee, a MoTtoM paobaBieH k pactBopy DBC, yrto mnpuBoguT K
nocreneHHomy TyieHuto guyopecteHmn ObC 3a cuetr o0pazoBaHUs KOMILIEKCA.

BBuny cnoxsoro ctpoenus ®BC u oTcyTCTBUSA NPSAMBIX CTPYKTYPHBIX JAHHBIX O
komiuiekcax DPbC u OCP, TOuHBIM ydYacTOK B3aWMOJCWUCTBHUS HEU3BECTEH, a
MHOTOYHMCJICHHbIE KOCBEHHbIE JaHHBbIE JOCTATOYHO MPOTUBOpPEYUBHI. CuTyarus
OCJIOXKHSIETCSl KOJIOCCAIBHON pasHUICH B pa3Mmepax B3ammozcictByromux OCP (~35
k/la) 1 ®BC (meckoapko MJla [50, 114]) 1 HEOOXOAUMOCTBIO HCIOJIB30BaTh IN Vitro
JIOCTaTOYHO BBICOKHME KOHIIEHTpauuu (ocdara mis noanepxkanus nenoctHoctd OBC
[115], n oTTOrO HAOOP MEPCIEKTHBHBIX MOIXOJO0B K PEIICHUIO BOIIPOCA O MEXAHHU3ME
B3aumojiericteusi OCP-®BC Becbma orpannueH. Kakum oOpazom 1enoctHocts OBC
oOecrieynBaercs IN ViVO, HE COBCEM MOHSITHO.

boiio mokazaHo, 4TO (Qu3MUECKOoe B3aUMOJEHCTBHE (OTOAKTHBUPOBAHHOU
kpacHoit popmbl OCP ¢ OBC sBnsieTcs T0BOJILHO MPOUYHBIM, MTOCKOJIBKY MX KOMIUIEKC
coocaxkaaeTcs B rpagueHTe caxapo3sl [89]. Kak yxe ynmomunanocs, OCP He criocoOeH
TymuTth piryopectennuo @I Bxoasimux B coctas crepxkneit ®bC (puc. 2) u, Haodbopor,
MOXET TYIMHTH (uryopecueHuio MyTaHTHeIXx DBC, ynmmeHHsx crepxkHer [67, 89],
nod3ToMy yuyacTok B3aummojerictsusi OCP, 1o Bcell BUIUMOCTH, YIaJI€H OT CTep)KHEH U
pacniosnoxeH B siipe @BC. BeposatHo, peanbHas kapThHA e1iie 00jiee CI0kKHA, TOCKOIbKY
myTtanTHeie DBC, muieHHble cTep)kKHEW, 3HauuTenbHO cnadbee cBs3biBaii OCP u
CaMOIIPOU3BOJILHO BOCCTAHABIMBAIN CBOIO (IYyOPECHEHIIMI0 10 CPaBHEHHUIO C
uaTaktHeIMH  DPBC  [89]. PesynbraThl Macc-CHEKTPOMETPUH C  HCIIOJIB30BAHHEM
cnenupuuecknx OUPYHKIIMOHAIBHBIX areHTOB, KOBAJIEHTHO MOJIUDUIIMPYIONTUX
OCTaTK{ JIM3WHA, PACIOJOKEHHBIE HA OINPEACNCHHOM pACCTOSHUU JPYr O Apyra,
MOATBEPXKIAIOT THUMOTE3y 00 oOpa3oBaHuu Oenok-0enkoBbix komruiekcoB OCP ¢
kommoHeHTamu siipa OBC [116].

OCHOBHBIM 00BEKTOM TYIIEHUS ()ITYOPECICHIINHN COTIACHO MOJIEIH, MOTyYECHHOM
B pabote JKaHT ¢ CoaBT., ABISIMCH KOpoBble TpuMepbl APC660, a y4acTok CBA3BIBAaHUS

OCP, no MHEHHIO aBTOPOB, JOJDKEH pacrojliaraThCsi Mexay noiaunentugamu ApcB u
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ApcE [85]. Tymenne APC660 Obl10 mpeanonoxeHo B padotax KupuinoBcku u coaBT.
[89, 117]. B npyrux paborax [118-120] tymieHus ¢hiyopecleHIIMH U30IMPOBAHHBIX U3
®BC tpumepo ADILI nox neiictBuem kpacHoit Gopmbsl OCP BBISBUTH HE ynajoch, B
OTJINYKE OT (PIyOPECIECHIIMN OOJIBIIIOTO JIMHKepHOTo noymnenTtuaa APCE, wmm Lem (eMm.
BBIIIE), KOTOPBIH, Tak ke kKak u A®DII, Hecer GhUKONMaHOOMIMHOBBI XpomModop M
SBIISICTCS OAHMM M3 OCHOBHBIX TO [118-123]. Takas rumote3a o poiu Lcv KOCBEHHO
MOATBEPIKAACTCS MHPOPMAIIHEH ¢ UCTIOJIH30BAaHUEM MYTAHTOB TI0 IPYTUM KOMITIOHEHTaM
saapa — o resam apcD u apcF, u ToBopuUT B MOJIB3y TOTO, YTO y4acToK cBsi3piBaHust OCP
HaXoAWTCA BOIM3M WM Jaxke Ha Oenke Lom [124], uTo ObLIO Takke MOATBEPIKICHO
METOJIaMU MOJIeKyJIsipHOro nokuHra in silico [82, 125]. K coxaneHuro, HampsMmyro
MIPOBEPUTH TAKOE MPEIOJIOKEHUE, CO3/IJaB MYTAHT, TIOJIHOCTHIO JIMIIIEHHBIN reHa apCE,
HE yJaJIOCh, TTOCKOJIBKY TPOAYKT 3TOTO TeHa, Lcym, UrpaeT BaKHEHITYIO CTPYKTYPHYO
poib ¥ HeoOxoauM it coopku u 1enoctHoctd OBC [123], Tem He MeHee, ynaneHue
nomeHa Lcm, comepkamiero xpomodop (ocratku 13-246), npuena k notepe OCP-
3aBucUMOTO TyIteHus payopectieHnnu @bC, 9To SBISIETCS CYIIIECTBEHHBIM apTYMEHTOM
B MOJIb3y THIOTE3bl 0 posid Lcv B cBs3eiBanuu ¢ OCP [126]. [dpyrue ke naHHbIE,
NoJyuyeHHble Ha Oenke Lcm, M3oiupoBaHHOM U3 coctaBa @BC B JTIOBOJBHO KECTKHUX
ycrnoBusx [45, 124], HyXHO HHTEPHPETHPOBATh C OCTOPOXKHOCTBHIO, IOCKOJBKY
COXpaHEHUE TIMOJHOCTBI0 MHTAKTHOW CTPYKTYphl KOMIIOHEHTOB MYJIBTHOCITKOBBIX
KOMITJIEKCOB TIPH UX BBIJICTICHUU BBI3BIBACT HEKOTOPhIe cCOMHEHUs. C Ipyroil CTOPOHHI,
MONBITKA TOJy4YeHUs: OTAEHbHBIX KomrnoHeHToB ®OBC, nanpumep Oenka Lcm, B
reTepOJIOTMYECKON CUCTEMe dKepeccuu B mtammax Escherichia coli, mpoayupyrommx
¢ukonmanoommmuel  [122, 127-129] nnst ucciemoBanus B3ammopeiictBus ¢ OCP
MIPEICTABIIIOTCS TIEPCTICKTUBHBIMU U OCYIIECTBUMBIMHU.

CornacHo apyro# runorese, Bzaumoaeiictsue OCP npoucxonur B simpe ®bC Ha
MecTe JAPYroro JUHKepHOTO Oenka, LC, ¢ Mmayiol monekysipHoit maccoi (C o0o3HavaeT
pEervoH B TIyOWHE siApa, “COre”), KOTOPBIM SBIsSETCA MPOAYKTOM reHa apcC u ywmiieH
xpoModopoB. Takas TumoTe3a OCHOBBIBACTCS HA CXOJCTBE IPOCTPAHCTBEHHOU

ctpyktyppl LC u C gomena OCP wu mnoapa3dymeBaeT, YTO MPOUCXOJUT
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BbITecHeHHE/oTrrbanue LC nmox neiicteBuem OCP npu ero cBs3eiBanun ¢ ®BC, u Lc
ydacTByeT B crabmiu3aiuu cBszbiBatonierocs OCP [68]. Myranthbsie @BC 1o 6enky Lc
(AApcC) npemonctpupoBam MeHee dPdexktuBHOe OCP-3aBHCHMOE  TyIIeHHE
dayopeciieHIIMM 10 cpaBHEHUIO ¢ KOHTposibHbIMU DPBC ¢ uHTakTHBIM TeHoMm apcC,
OJIHAKO yBEJIMYCHHE KOHIIEHTparuu (ocdara CyIMEeCTBEHHO HUBEIMPOBAIO PA3HUILY
MEX]Ty MyTaHTOM U KOHTpoJjieM [84]. Ha Hat B3rJisi1, 0JHO3HAYHAS HHTEPIIPETAIHS ATUX
pE3yNbTaTOB 3aTPYAHUTEIBHA, IIOCKOJIBKY yaaneHne BakHoro kommnoHeHTa ®bC moxer
MMETh CMELIAHHOE U IJI0XO0 IPEACKAa3yeMOe BO3ICUCTBUE HA NX CBOKCTBA.
[IpencraBnenust o ToM, kakoit yuactok OCP oTBedaer 3a ero B3auMOJCHCTBHUE C
ObC, mensuchk co BpemeneM. [lo onHoit u3 panHux Bepcuid, uMeHHO C nomen OCP
CUHMTAJICS OTBETCTBEHHBIM 3a 3T0 B3aumoeiicteue [68, 110]. Bzaumoneticteue ¢ OCP 3a
caer N oMeHa TaKke paccMaTpuBaioch [85], n 3Ta runoresa MoAKpeIUIsSeTCs JaHHBIMU
o ponmu octratka R155 Bo B3ammomericteuun ¢ ®BC [90] m Tem dakToMm, uTO
uzomupoBaHHbii  RCP, saBrnsromuiics ¢dparmentom OCP, COOTBETCTBYIOUIMM  €TO
npoteonu3zoBanHoMy N momeny [130], sisercs adpdexTuBabiM TymmTenem OBC [88].
HenaBHO ¢ MOMOIIBIO XMMHUYECKOTO CHIMBAHUS TTYyTapOBBIM QJIbJIETUIOM KOMIUIEKCOB
OBC-OCP c¢ mnocnenyroliei Macc-CIEKTPOMETpUEH MPOAYKTOB MPOTEOJn3a ObLIO
OOHapy’>KE€HO, YTO HE JTOMEHBI, a MexaoMeHHbI nuHkep B OCP paer nHauOosbiiee
KOJIMYECTBO KOHTAKTOB ¢ Oenkamu sijgpa @BC . D1oT (DakT yacTUYHO corjiacyercs ¢
nanabiME Zhang ¢ coast. [85], mpu sToM Hamnbosee riyboko pacnosoxeHHbiM B OBC,
corjjacHo Takoi Moxenu, siBiasgercss N nomen, a C momeH OCP okasweiBaercsa Ooliee
noctynHeiM [84]. K cokaneHuro, gake Takas MOJCIb OCHOBBIBACTCS HAa MHOKECTBE
JOMYIIEHUH W OCTaBJISET HEKOTOPYI0 CBOOOAY MHTepmperanuii. boiee toro, monHoe
OTCYTCTBHE B JaHHOM HCCIIEOBAHUH «CITUTBIX» MENTHIOB, MpuHAIIexKamux N 1oMeHy
OCP u 0enkoBBIM KOMIIOHEHTaM SIpa, HAXOJMUTCS B MPOTUBOPEUHUH C OOIIECTIPUHSATHIM
daktoM, uro RCP cnocoben tymuts ®bC, He umess C n1oMeHa ¥ TMHKEPHOTO y4acTKa.
Taxke oOCTaeTcsl HEMOHATHBIM, TMOYEMYy TMPU TOCTYJIUpOBaHHOW poctynmHocTH C

koHueBoro nomMeHa OCP B kommuiekce ¢ @BC I'Bu3nana ¢ coaBT. HE MOTJIH JOOUTHCS
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coounienust Ha MetaioadguuHoi Kononke @bC u OCP npu ummoounuzaruu OCP 3a
C-KOHIICBOM MMOJIMTUCTHINHOBBIN Tar [89].

Hecmotps Ha onpesenieHHbie ycnexu pu ananuse B3aumojieictsus OCP u @bC
in silico, mocTurHyThle € IIOMOIIBIO METOJOB MOJCKYIIPHOW JUHAMHUKA U
MoeupoBanus [82, 84, 85, 125], TouHbIif MEXaHNU3M 3TOTO B3aUMOJICHCTBHUS OCTACTCS
JaJeKUM OT TIOHMMAaHHUS W HYXJIAeTCsS B NPSAMBIX SKCIEPUMEHTAIBHBIX JaHHBIX C
UCITOJIb30BAHUEM CTPYKTYPHBIX METO/IOB, HAIIPUMED, PEHTTEHOBCKOU KpHUCTAIIIOrpaduu
WM KPUODJIEKTPOHHON MUKpOCKOTMU. OHAKO IS ATUX 3a71a9 HEOOXOAMMO MOTyUEHUE
MyTaHTHBIX (hopM OCP, UMUTHPYIOIMIUX €r0 AKTUBUPOBAHHOE COCTOSIHUE.

Opnako naxe B ciyyae HemyTtaHtHoro OCP QoroakTuBanmusi OpUBOIUT K
npoydoMy B3aumozeiictBuio OCP ¢ ®BC in vitro, ocoO0cHHO, IpH BBICOKOI
KOoHIIeHTparuu (ocdara, 1 Takoe CBA3BIBAHHE 3HAUYNUTEIHHO CTAOWIM3HUPYET KPACHYIO
dbopmy OCP [89, 102]. dochaT MOKET 3HAYUTEIHLHO CTAOMIN3UPOBATh KOMILICKCHI H,
BEPOSTHO, IN VIVO B3aUMOJICHCTBHE HECKOJIBKO citabee, 4eM IN Vitro, oJIHaKO OYEBHJIHO,
9TO B YCIOBHAX IN VIVO HeoOXxoauM (aktop (viu GakTopsl), KOTOPBIC MPU CHIKEHUH
YPOBHSI OCBEIICHHOCTH T03BOJsIM Obl cnenath B3ammojaeiicteue OCP ¢ ®BC
oOpatuMbiM U 3(Q(HEKTUBHO BoccTaHaBimuBaIM Obl (ayopecueHiuo OPbC u moTok
sHeprun Ha Qorocuctembl. Kak ObUIO OTMEUYEHO, OJHMM U3 TakuX (HaKTOPOB,

CYIIIECTBEHHO YCKOPSIOIUM BoccTaHoBiIeHue Quryopecuenimu OBC in vitro u in vivo,

okazaics 0eioxk FRP [110].

1.9 B3aumoaeiricreue OCP C FRP

[Tokazano yto unkyoOanus komiiekcoB OCP-®BC B npucyrctBun FRP npuBogut
K 3HauuTeIbHOMY CHIDKeHHIO cojepkanus OCP Bo ¢pakiuun OBC, nomxyuenHoit mpu
HEHTPU(PYTUPOBAHUU B TPAJUEHTE Caxapo3bl, YTO KOPPETUPYET C BOCCTAHOBICHUEM
dyopecueniun @BC, notymennoit nmpu godasneaun OCP [89]. Takum oOpa3om, ObLIO
npenanoioxkeno, utro FRP cnoco6ctByer muccormaruu OCP ot ®BC u, TeM cambiMm,
CO3JaeT MPEINOChUIKM MJIi €ro pejlakcaluu M3 (POTOAKTUBHUPOBAHHOM KpacHOM B

opanxeByto ¢hopmy. Bompoc o Tom, 3a cuer yero FRP crmoco6¢cTByeT BOCCTaHOBICHHIO
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bayopecuieniun  OBC, sBnserca KpaliHe CHOXKHBIM M (DAKTUYECKH CBOAMUTCS K
BBISICHEHHUIO TOrOo, Tipoucxoaut ju koHKypeHuus FRP u OCP 3a cBsizbiBanne Ha OBC,
win ke FRP cBaspiBaercsa ¢ noctynaeiMu cailtamu OCP npukperienHomy Kk @bC u
aKTUBHO «BBITACKUBAET» €TI0 U3 KOMILIEKCA.

Mexanusm, ocHOBaHHBIN Ha ipocTor KoHKypeHIu FRP 1 OCP 3a Hekwuii yuacTok
Ha OBC, nukryet Oonee Bricokoe cposicTBO FRP k ®BC no cpaBHEHHIO ¢ TaKOBBIM Y
OCPR. Unaue, norpe6oBanack Obl 3HAUMTENbHAS KOHIEHTpanus FRP, 4T00bI BEITECHHUTE
OCP, Torna xak u3BectHo, 4To FRP a¢dexTuBHO paboTaeT qaxke mpu HU3KUX MOJISIPHBIX
coorHomenusx FRP/OCP, opmako 0€3  JONOJHUTENBHBIX  HMCCIEHOBAHUI
B3aumozenicteus FRP u ®BC 3T10 ocrtaercs nuib npeameTroMm auckyccuil. Henb3s
HOJIHOCTBIO MCKJIIOYHUTh, YTO CYIIECTBYIOT €II€ HE OOHAapy>KEHHbIE (aKTOpHI,
ydacTByromue B perymsamuu ¢oto3ammtel Hapsaaxy ¢ OCP u FRP. TI'mmoretmyecku
BO3MOXKEH cleHapuid, korga FRP B3aumoneiictByer Tosibko co cBobogHsiM OCP,
BO3HHUKAIOIIMM 3a cueT oOpartumoctu oOpazoBanus komiuiekca GBC-OCP, o6 stom
CBUJETENBCTBYET TOT (PAKT YTO CKOPOCTh BOcCTaHOBIEHUsA QuyopecueHuun PbC
3HAYUTEILHO HIXKE, YeM CKOPOCTh IIPEBpAIICHUs KPAaCHOM B opamkeByto ¢popmy [67]. B
MOJIb3y TaKON TOYKH 3pEHHS KOCBEHHO T'OBOPHUT TaKK€ OTCYTCTBHE HEOOXOAMMOCTHU B
FRP st penakcaruu OCP2 u cionTanHoro BoccranoBieHus guryopecuenun ObC npu
cHmkeHnn uHcoysnuu [91]. OpHako coBCceM HENaBHO OBLIM MOJTYYCHBI JTAHHBIC O TOM,
yto FRP o6mamaer 1ByMs HE3aBUCHMBIMU  aKTHBHOCTSIMH, M  MEXaHU3MBbI
B3aumojierictBusi FRP co cBobogubim OCP u OCP, cBszannbiMm ¢ OBC, moryt
oTnnYaThes. B o3y Takoil runoTes3sl CBUIETENBCTBYET TO, YTO MyTaluu kak B OCP (B
nepByto ouepeab, octatkoB F299 u D220), tak u B FRP (myranus R60L), kotopsie
CWJIBHO CHM>KaJIM ciocoOHOCcTh FRP yckopsaTh nmepexon kpacHoOi B opaHXeByro Gopmy,
NPaKTUYECKH HE BIMSIM Ha crmocooHocTh FRP otaensts OCP ot ®BC [131].

B oTinMuue OT COBEpIIEHHO HE OXapaKTEPU30BAHHBIX HA JAHHBIA MOMEHT
koMminuiekcoB FRP ¢ OCP, cea3annbiM ¢ ®BC, B3anmoneiicteue FRP co cBo6ogueiM OCP
uccnenoBano 6osuee noapooHo. I'ensl, kogupyronme OCP u FRP, yacto pacnosioxeHsl

HEIaJIeKo JPYT OT APYyTra, OJHAKO HAXOASATCS 10T KOHTPOJIeM pa3HbIX mpoMoTopos [110],
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YTO, BEPOSITHO YKAa3bIBAET HA Pa3HbIe, ACHHXPOHHO MEHSIOLIUECS KOHIIEHTPALUU 3TUX
OEJIKOB B YCJIOBHSIX M3MEHSAIONIICHCS OCBEIICHHOCTH, YTO HEOOXOJIMMO JUIsl PETyJIsIUn
(G OTO3aIMMUTHOTO MEXaHU3Ma.

N3navaneHo mpeanosaranoch, uro FRP MoxeT B3auMOJeHCTBOBAaTH TOJBKO C
dboToakTuBHUpOBaHHOU KpacHOU (opmoit OCP, 1 4T0 3TO B3aUMOACHCTBUE MPOUCXOIUT
yepe3 N nomen OCP, npu stom cBszbiBanue FRP ngectabunusupyer kpacHyio dhopmy
OCP [110], omHako B MOCIIEAYIOMIEM 3T MPEIITOIOKEHHS OBLTH ONIPOBEPTHYTHI. MOKHO
IPENOJIOKUTh, YTO TIOMUMO CBOEH BaKHOW YCTAHOBJICHHOH poyii B (OTO3AIIUTHOM
MexaHusme FRP BeimonHseT ompeneneHHyl pojib B MPOIECCEe CBOpPAuYUBAHUS U
cozpeBanusi OCP. B HenmaBHeld pabore bnaHkeHIuma ¢ COaBT. ObUIM MOJYYEHBI
MOATBEPKJCHUSL TMPENONIOKEHUsT O ToM, uTo FRP Moxer ciyX uTh MOCTHKOM,
commkaronmmm omeHbl OCP B mponecce ¢ynkumonupoBanus [132]. beuto Tarxke
MOCTYJUPOBAHO, 4YTO B Tipolecce (yHKIUOHUPOBAHUS MPOUCXOIST 3HAUUTEIIbHBIE
KoH(popMarmoHHeie nepectpoiiku FRP, Bkitodaroniyme MOHOMEpU3AIUIO U YaCTUYHOE
pa3BopaunBanue C-koHIeBo# oOyactu storo Oenka (head domain, cm. puc. 3A), uro,
MPEANOJIOKUTEIBHO, ABJISIETCS HE00X0MMbIM ycioBueM repeBoga OCP u3 kpacHoii B
opamkeByr Gopmy [132]. OnHako 10 HETABHETO BPEMEHHU OCTABAJICS HESICHBIM BOIIPOC
0 TOM, Kak ycrpoeHa obiacth koHTakTta FRP m OCP, 1 xakue obmactu 3a1¢iCTBOBaHBI
BO B3aMMOJIEHCTBUU ATUX OenkoB. HecMoTpsi Ha TO, UTO CYILIECTBYIOIIME AaHHbIE HE
uckimoudaroT st FRP Bo3moxuocTh B3ammopeiictBoBaTth ¢ N gomenom OCP wunm
MEKIOMEHHBIM JIMHKEPOM, 0COOEHHO B YCIOBHUAX YK€ 00pa3oBaHHOTO Komiiekca OCP—
FRP, B pe3ynbTaTe maHHOM pabOThI, HAM yJaJ0Ch YCTAaHOBUTbH, YTO OCHOBHOW y4acCTOK
B3auMoJielicTBUSL HaxoauTcsi uMeHHO Ha C gomeHe OCP, a BaxXHYIO pOJib B PETYJISLIUH
00pa30BaHUs KOMILUIEKCA UTPAET KOPOTKUM 0i-CIIUPATIbHBIN y4acToK, B Hauajae N-1omeHa
OCP (NTE). HeymusutensHo, uTo MyTanuu B 3ToM Mecte OCP npuBOAST K HApyIIEHUIO
cBsi3bIBaHUA M pyHKIMoHupoBanus FRP [113, 131]. bosnee Toro, npu aHamu3e 3TOW 30HBI
CTAaHOBUTCS MOHATHO, ToueMy (oroaktuBanuss OCP u HapylieHre BOJIOPOIHBIX CBS3CH
kerorpymmbl kapotuHouga ¢ W288/Y201 mnpuBoautr k otcoeauHeHuio NTE wu

JanbHEHIUM KoH(opMaIoHHbIM TiepecTpoiikam B OCP [83, 92, 133].
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Jonroe BpeMs OTKPBITBIM OCTaBaJicsl Bompoc, crnocoOHsl g FRP u3 omHmx
OpraHU3MOB YCKOpATh mepexoa KpacHoil ¢dopmbel B opamxkeByro ¢opmy OCP,
MOJIYYCHHOTO U3 JPYTUX BUAOB. ITO JOJKHO MPOJUTH CBET HAa KIIFOUEBBIC YUACTKHA B
ctpyktype FRP, xoropele BaxkHbl mjisa dyHkiuoHupoBanus FRP, u Te, koropsie
OTIPEETSAI0T BUAOCTICHU(DUIHOCTb.

K coxaieHnto, MHOTOYHCIICHHBIC TTOMBITKHA 3aKPUCTAILTN30BaTh kKoMIuieke FRP ¢
pasabiMu popmamu OCP Ha maHHBIH MOMEHT TPHBEIM K POCTY IIBETHBIX, HO HE

T parupyomux KpUCTaIIOB.)»

1.10 3akaounTe/ibHbIe KOMMEHTAPUH

HecmoTpst Ha cxoxkee yCTpPOHMCTBO (DOTOCMHTETHMYECKOrO amnmapara y
[IMaHOOAKTEPHU M BBICIIMX PACTEHUM, MOTPEOOBATIUCH JCCATHICTUS HCCIECIOBAaHUN U
MOMCKOB JIJII TOTO, YTOObI OOHAPYKUTh MEXaHU3MBbI (POTO3AMIUTHI CTIELIUPUIESCKUE IS
[IMaHOOAKTEPUIl U YCTAHOBUTH, YTO OHU CBSI3aHBI C YHUKAJIBbHBIM BOJOPACTBOPHUMBIM
KapOTUHOMUJIHBIM O€JIKOM, €ro CHOCOOHOCThIO K (POTOAKTUBAIIMM W OOpPaTUMOMY
B3aMMOJICUCTBUIO €O cBeTocoOuparomumu aHteHHamu. @Oynkuus OCP  Obuia
yCTaHOBJIeHa Bcero 15 mer Hazan. Ha maHHBIA MOMEHT, TPYJIHO MPEICTAaBUTh, Kak
pa3BuBajach Obl 00JACTh MCCIENOBAHUU I[MAaHOOAKTEpUATBLHOTO (OTOCHMHTE3a U
dboTo3amMTHI, MPOU30MAN ITO cOoObITHE 3HAUMTENbHO panbiie (OCP Obul BHEpBbIC
BbIJICJICH U onkicaH B 1982 roxy).

CoBepIlIeHCTBOBAHNE MHOTOYMCIICHHBIX METOJMYECKUX TIOJXO0J0B B 00JacTu
OnoxuMuu, OMOPU3UKH U CTPYKTYPHON OMOJIOTHH, KOTOPOE MPOU3OIUIO 3a MOCIEIHEE
NECATUIIETHE, 3HAUUTEIBHO 00JIeTYaeT MOHMMaHUE IeTaliell 0OHAPYKEHHOTO MEXaHU3Ma
dboTo3zammThl, cBa3aHHOTO ¢ hyHKIMoHUpoBaHueM OCP. B cBsi3u ¢ 3TuM, 3a ocieaHue
roJibl ObLTM JOCTUTHYTHI 3HAUUTENIbHBIC yCIIeXH B Xapakrepuctuke ¢otorukia OCP, B
WCCJIEIOBAHUH €0 criocoObHocTH TymuTh (uryopecuenimio ObC u B3aumMoieiicTBOBaTh
c FRP. Tem He MeHee, HECMOTPS Ha YCHIIMS HECKOJIBKUX JTa0OpaTOpuil 0 BCeMy MHDY,

PAOd IPUHOUITHAIIBHBIX BOIIPOCOB OCTAIOTCS IMPECAMETOM HAYYHBIX CIIOPOB.
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Tak, ydactok B3aumozeictua OCP B cocraBe @®BC, 10 cux mop HEU3BECTEH.
HekoTopble KOCBEHHBIE JAaHHBIE HAa 3TOT CYET HAXOIATCA B IMPOTUBOPEUYUHU APYT C
npyroMm. Takke HENOHATHO, KakKUM OOpa3oM OTHOCHUTEIBHO KOHCEPBATHUBHBIA OEIOK
OCP, nocnenoBaTebHOCTh KOTOPOTO CXOXa JUIsl Pa3HBIX LIMAHOOAKTEpUi, criocoOeH
B3anMozeiicTBoBaTh ¢ @BC pa3nmMuHBIMU MO APXUTEKTYPE U OEITKOBOMY COCTABY Pa3HbIX
BJIOB ItnaHoOakTepuii [134])? B muTeparype ecTh onpe/ieIeHHbIC Pa3HOIIACHS HE TOJIBKO
no nmoBoxay crenuduanoctu komruiekca OCP-OBC: sBnseTcs 11 OH MPOYHBIM WA KE
HA00OPOT — TMHAMUYECKUM. 3HAYUTENbHBIN MPOTrpecc B 00JaCTH CTPYKTYPHBIX METOIOB,
B TEPBYIO OYEpelb, KPUOAIEKTPOHHON MHMKPOCKOIHMH, MOKET MOCHOCOOCTBOBAThH
BBIICHEHUIO CTPYKTYpbI runorernyeckux koMmiuiekcoB OCP-ObC. Ho camoe rmaBHOE,
MEXaHHU3M JHEPreTHYecKoro B3aumozeiicTBus nurMeHtToB ®BC ¢ kapoTuHOMIOM B
coctaBe OCP ocraeTcs 3aragkoi.

OCP sBnsieTcsi yOUBHUTENBHBIM NPUMEPOM TOTO, KaK CBET MOXET 3aIlyCKaTh
3HAUUTEbHBIE, HO MPU 3TOM OOpaThMble W3MEHEHUs: OenkoBoil kKoHpopmanuu. [Ipu
dboroaktuBanuu OCP He mpocTo MeHsieTCsl JIoKaldbHas CTPYKTypa Xxpomodopa win
ydacTka 0eJlka — [0 COBPEMEHHBIM IPEICTAaBICHUSM, O€JI0OK MOJHOCThIO IPeodpasyeTcs,
YTO COMNPOBOXKIAECTCI W3MEHEHHUEM €ro IMOBEPXHOCTH M SKCIOHHPOBAHUEM MPEKIE
MackupoBanHbiX 30H (uHTepdeiic N u C gomenoB, cermenta NTE u ydactka ero

cBs3biBaHus Ha C IOMEeHe, pa3ynops10uMBaHKe JIMHKEpa U T.1.).

[lepceKTUBHBIMU ~ MOPEACTABJISIIOTCA  CLIEHAPUM  HCIOJIB30BAaHUS  TAKUX
dboToUHIyIIUPYEMbIX KOH(pOpMalUuoHHbIX u3MeHeHuit B OCP B mpukimagHbix
HCCIICIOBAHUSX TPH KOHCTPYMPOBAHUM ONTHUYECKUX CEHCOPOB, WM I HYXK]
onroreHeTrku. Hampumep, yepes Bzaumoerictue OCP ¢ HEKOTOPBIM (UCKYCCTBEHHBIM
WM MOJIU(DHUIIMPOBAHHBIM TTPUPOIHBIM) OCITKOBBIM MAPTHEPOM, KOTOPHII ToMora Obl B

IMPOBCACHUHN TAKOI'O 3allyCKa€MOI'O CBETOM CHUIHAJIA.
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I')TABA 2. MATEPHUAJIBI U METO/IbI

B ruaBe 2 MMpCACTABJIICHBI 00BEKTHI HCCICAOBaHUsA, a TaKXKC MCTOIUKHU
HCCIICAOBAHNA KW  AdHAJIHM3a OKCIICPUMCHTAJIbHBIX  OAHHBIX, HCIIOJIB30BAHHBIC B

JUCCEePTAIMOHHOM paboTe.

2.1 MartepuaJjbl

2.1.1. KyasTuBauusi nuanodaxkrepuii. B pabore ucnosip3oBaiu crocoOHOCTH
muaHOakTepuii poja Synechocystis k GpoToaBTOTpoGHOMY U TeTepOTPOPHOMY POCTY Ha
MUTATENBHBIX CPeAax C rI0K030il. DTO MO3BOIWIO UCIONIb30BaTh MYTAHTHI, JIMILICHHbIE
dotocucteM, B KadyecTBE MOJEIBHOIO OOBEKTAa JUISI HW3YYEHHsS] PEryJsluu
HE()OTOXMMHUYECKOTO TYIIEHUsI (PIyOpecleHIINH (PUKOOMINCOM C Pa3IMYHBIM COCTaBOM
(UKOOMIUIIPOTEMHOB ¥ TEPMHHAIBHBIX AMUTTEPOB IN ViIVO. B 3THMxX sKcmepumeHTax
UCIIOJIb30BAIM KJIETKHM IaHoOakTepuir Synechocystis sp. PCC 6803 mukoro tuma, a
TaK)Ke Psii MyTaHTOB M3 KOJUIEKLIMU Ka(enpbl T€HETUKU OMOJOTrHYecKoro (axyipTeTra
MI'Y: B ®bC mytanta CK, B pe3yibTaTe JeJIeUH YEThIPEX F'€HOB, OTCYTCTBYIOT 0.~ U [3-
cyObenuHUIBl (DUKOIMAaHWHA W JIBA JIMHKEPHBIX TNosmnentuna. ¥ myrtanta PAL B
pe3yJibTaTe BBEACHUS JOMOJHUTENbHBIX JEJIEUUN B T€Hbl, KOAUPYIOMINE CyObEeIUHULIBI
A®Il, monHOCTBIO yTpadeHa (UKOOMIMIPOTEMHOBAS AHTEHHA, YTO MOJTBEPKIACHO
JAHHBIMM HMMMYHOJIOTHYECKOTO aHain3a W (uIyopecieHTHoH crektpockornuu [135].
Mytantsl  APS1/APS2, numenHsle (OTOCHCTEM, XapaKTEpPU3YIOTCSI  BBICOKHM
KBAHTOBBIM BBIXOZIOM (IyOpecUeHIINH (PUKOOMINCOM, TOCKOJIbKY B HUX HE TPOUCXOAUT
nepeHoc sHepruu Bo3OyxkjaeHus ¢ nurMeHToB OBC Ha xJIopo@uiul peakuuOHHBIX
HEeHTPOB ((OTOXMMHUYECKOE TylIeHHEe (DIIyOpecIeHIIMN), OJHAKO aJanTalus K CBETY
BBICOKOM MHTEHCHBHOCTH BBI3bIBaeT oOpatumoe TymieHue ¢uryopecuennnu OBC, uto

no3BoJisteT u3y4dathb B3aumoeiicterue OCP ¢ ®BC in vivo.

B pabore wmcmonb3oBanu KiaeTku Aukoro Tuma Synechocystis sp. PCC 6803,
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KOTOpBI€ BhIpamuBain B MoaudumupoBanHoi cpeae BG-11 [136] npu 30 °C moa
JIFOMUHECLIEHTHBIMH JIAMIIAMH 0€JI0r0 CBETA IIPHU IIOCTOSHHOM 0CBEIEHHOCTH 40 MKD M 2
¢ 1. Myrantsl CK (AcpcBAC1C2), numennsii pukoruanuna (PC) u PAL (PC", AapcAB,
AapcE), numennsiit pukoommucom [135] BeipammBaiu B cpeae BG-11, conepxareit
yaABoeHHYI0 KoHIeHTpauuio NaNOsz. Myrtant CK BblpammBaiyd B NPUCYTCTBUU
kaHamunuHa (80 Mkr/mun), MyTanT PAL — B IpUCyTCTBUM CIEKTUHOMMITMHA (25 MKI/MIT)
u xnopamdennkona (20 mxr/mur). Myraat APSI/APSII (ApsaAB/ApsbDIC/ApsbDIl),
mumeHHbid @C1 u OC2 [137], BeipammBamu B cpene BG-11, coaeprxkanieii rimoko3y (10
MM), CIeKTUHOMUIIUH (25 MKI/MJ), 3puTpoMuliuH (20 MKr/Mi) u xjaopamdenuxost (20

MKT/MJI) IIPH OCBEMIEHHOCTH 5 MKD M 2 ¢ .

Onuoxnerounsie 1uaHoOakTepun Gloeobacter violaceus BeipammBamy B
CTaI[IOHAPHBIX YCIIOBHAX B MHUHEpalbHOM pocToBoi cpene BG-11, cormacHo [138].
Kynsrypa knerok nHaxommwnace npu 25 °C B 100-MWITMIIMTPOBBIX KOJIOAX MO/
JIFOMUHECIIEHTHBIMH JIAMIIAMH G€EJIOT0 CBETA IPH IIOCTOSHHOM ocBemeHHocTH 10 MKE/(M?
c). ®ukosputpun w3 G. violaceus Bemensiiu  cormacuo [139]. CoOpanHbie
neHrpudyrupopanuem kietkun G. violaceus, pecycmenampoBamu B 0,65 M Na-
dbocharaom 6ydepe (pH 7.5), u pazpymam Ha Opend-npecce npu 100 MPa. Opakmuro
Oesika, IPEUMYILECTBEHHO COAEp KAyl (PUKOIPUTPUH MOTY4Yaldd BHICAIMBAHUEM W3
KJIETOYHOTO CyTepHATaHTa pa3pylIeHHBIX KIeToK 35% cynbhaTrom ammonus. Ocamgok
pPacTBOPSUIA B MUHUMAIBHOM O00BbeME JUCTHILTUPOBAHHOM BOJIBI M TUAIU30BAIIA MIPOTUB
5 MM Na-dochartnoro OydepHoro pactBopa pH 7,5. DUKOIPUTPUH BBIICISIN
aHUOHOOOMEHHOM BBICOKOAI(DPEKTUBHON KUAKOCTHON Xpomartorpadueit (BOXKX) nHa
kojonke High Trap Q 5 ml (Amersham Biosciences), ypaBHOBEHIEHHOW TeM Xe
oydepom. Dmroruto 6ekoB mpoBoAU MIaBHBIM 0-400 MM rpagueHTOM KOHIIEHTpAIUU
NaCl. @pakiuu 351r0aTa aHATH3UPOBAIH, TPoBoAs SDS-3nekTpodopes mo JIrmmmim [140]
U PETUCTPUPYS CIEKTPbl TorjomeHus. Dpakiuuu, WMEIOIHNE XapaKTePHBIA IS
¢dukospurpuna G. violaceus crekTp moryomieHuss ¢ MakcuMmymamu 498 u 565 HM u
mwiedoM npu 550 HM M TOMOTrEHHBIE MO JAHHBIM 3JleKTpodopesa, OObEIUHATU U

UCITIOJIB30BaANIH B dKcriepuMenTax. Coaepkanue (PUKOIpUTPUHA B PACTBOPAX OMPEACIISITN
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10 MOJIIPHOMY KO3 GHUIUEHTY SKCTHHKIMHU [139].

AnnoduronaHH MOTydYaay U3 CylepHATaHTa pa3pylieHHbIX Bo DpeHd-npecce
KJICTOK HUTYaTOM mumanoOakrepuu Arthrospira platensis ¢ wucmonbp3oBaHHeM Tpex
MOCJIEIOBATEIBHBIX XPOMATOTpaUIeCKUX MPOIEAYP, NOAPOOHO OMUCAHHBIX B paboTe
[141]. IMonyuennsiit ADPI[ B 0.10 M Na-docharHom Oydepnom pactBope pH 7.0
UCTIONIb30BaJIM B DKCIIEPUMEHTE. BBIZICIeHHBIN MUTMEHT-0EIKOBBIN MpemnapaT, COrJIaCHO
KOHTpoJIbHOMY SDS-31ekTpodopesy, crnekTpaM MOTJIOMEeHUS U (IyopeCIeHITUN ObLT

CBO6OI[€H OT KOHTaMHMHAalIUu APYTUMH OeJIKaMu.

JUtst iicclleioBaHUsI MEXaHU3Ma IEPEHOCa YHEPIUU B aHTEHHBIX KomIuiekcax ObC
U peryssiun HehoToxuMmudeckoro tymenus guyopecueriu OBC in vitro mposoaum
BblAelIeHHE MojHopasMepHblx @OBC U3 KIETOK [HaHOOAKTepuid € IMOMOIIbIO
yJIbTpalleHTpU(YTUPOBAHUS B IPAJUEHTE Caxapo3bl, COTJIACHO MPOLIETypaM, OITMCAHHBIM
B pabore [142]. JI;s1 3TOr0 KCIOIB30BaANIM KICTKH InaHoOakTepuii Synechocystis sp. PCC

6803 quKOTO TUMA U PSJ MYTaHTOB.

Kinerku unanobakrepuit ocaxaanu ueHtpupyruposanueM (7000 06/mun, 15 mun)
u nBaxael npombiBanu 0,75 M Oydepubim pactBopom PBS, pH 7,6. 3atem kierku
oOpabartbiBaiiv yiabTpa3ByKkoM (160 LMKIOB MO 5 CeKyH C IEpEphIBaMU MO 5 CEKYH]T) B
dbocharHom Oydepe ¢ nodaBnenrem Triton X-100 (2%) u nakyOupoBanu B TeueHue 40
MUH MPU KOMHATHOM TeMreparype. 3aTeM 0CaJoK yaalsuid neHTpudyrupoanuem (15
000 06/mun, 30 mun). CynepHarant 3arpyxanu B jquHeiHsii (0,25-1,25 M) rpagueHt
m10THOCTH caxaposbl B 0,75 M docdare (pH 7,6) ans ynpTpaueHTpuyrupoBaHus mpu
170 000 g B teuenne 3 u (41 000 o6 / muH, Beckman 70 Ti, 20 ° C). Ilocne
HeHTpUYTUPOBAHUS MaTeprall COOMPAITH CO JTHA KaXKI0U MPOOUPKH C TOMOIIIBIO TOHKOM
UTJIBI U POJIMKOBOTO Hacoca. KoHlleHTpaluu caxapo3bl U3MEPSIIN ¢ TTIOMOLIBIO PYyYHOTO

pedpakromerpa PZO RR 11 (PZO, Bapmaga, [Tonbimia).
2.1.2. BoiaesieHre peKOMOMHAHTHBIX 0€JIKOBBIX NPENapaToB.

[Ipenaparsl OCP nosrydanu AByMsl IPUHLMIHAIBHO Pa3IMdHbIMU criocobamu: (1)
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BBIJICJICHUEM M3 KJICTOK IfnaHoOakTepuii Synechocystis sp. PCC 6803 u Artrospira sp. u
(2) ¢ moMOIIIBIO PKCIPECCUU PEKOMOMHAHTHBIX OEJIKOB B CIICIIMAIBLHO pa3paOOTaHHOM
ounorexHonormueckom mtamme E.coli  (NEBturbo), cunTesmpyromum  kero-
KapOTUHOMBI OJaromapsi HaJUYHUIO COOTBETCTBYIOIICH (DepMEHTATUBHOW CHCTEMBI
(mmazmuga pACCAR25AcrtXZcertO ¢ kmactepom reHoB crtY, crtl, crtB, u crtO u3
Erwinia uredovor). DtoT moaxo 6bU1 pa3paboTaH HAIIMMU KOJIeraMu U3 TeXHUYeCKOTo
VYuausepcurera 1. bepmua (TU Berlin) mox pykoBoactBom mpodeccopa Tomaca
Opuaprxa B paMKax COBMECTHOTO MCCIIENOBATENbCKOTO MpoeKTa. JJaHHbI MeTo ObLI
UCIoNIb30BaH  Hammmu  koyeramu  u3  OUIL[  «DynpamenrtanbHbie  OCHOBBI
buorexHomorum» (rpynma «benok-0e1KoBbIe B3aUMOACHCTBUS, PYKOBOIUTEH TPYIIITHI
H.H. Cnyyanko) ayis nomydenust MyTanToB OCP ¢ pa3nuyHbIMH TOUEUHBIMU 3aMEHAMU
AMUHOKHCIIOT ¥ 3HAYUTEIbHBIMUA U3MEHEHUSMU TIEPBUYHON TocieoBaTebHOCTH [143].
C moMoIipo dKCIpeccuu B kireTkax E.coli takxke Obutn mosydensl npenapaTtsl FRP u ero
myTaHThl. [lomuelii cnucok mytantoB OCP, FRP u xumepnsix koHcTpykuui (OCP-
TagGFP, OCPTagRFP, AnaCTDH-TagRFP), ucnions30BaHHBIX B pabOTE, HACUUTHIBACT

6onee 30 HaMMeHOBaHUM, OCHOBHBIE TIPe/ICTaBIICHbI B Tabnuye 1.
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Ta6auna 2. Cnucok OCHOBHBIX OEJIKOBBIX MPENapaToB U XUMEPHBIX KOHCTPYKIIUI Ha UX

OCHOB€, MCITIOJIB30BAHHBIX B pa60Te.

‘ I'enoTun ‘ HaszBanmue ‘ Oco0blIe cBolicTBa
Arthrospira maxima CS-328
Orange Carotenoid Protein, qukuii Tum AmaxOCP
Fluorescence Recovery Protein, aukwuii Trm AmaxFRP
Synechocystis sp. PCC 6803
Orange Carotenoid Protein, qukuii Tum OCP
OCP-W288A ocpYA
OCP-Y201A OCPAW
OCP-W288Y ocpYY
OCP-Y201W ocpww MOBBIIEHHBIH KBAHTOBbIN
BBIXO/ (POTONPOYKTA, HU3KAS
CHEKTpalibHasi FeTepOreHHOCTh
OCP-Y201A/W288A ocpAa akTuBHas hopma, hUHATBHAS
ctaaus (HoTOoIUKIa
OCP-W41F/W101F/W110F/W277H OCP-3FH ycKopeHue GoTonukia
ykopouenHsiii OCP, ocratku 18—-306 OCP1s-306
OCP c ynanennsiM pparmentom 2-15 ANTE OCHOBHOM CaWT ISt
B3aumoJierictBus ¢ FRP oTkpbIT
OCP c ynanennsiM gparmentom nocie Leu-306 ACTT ycKopeHue GoTonukiia
OCP-F299C
C-xonnesoit tomeH OCP, ocratku 165-317 COCP ¢uonerosas popma
N-konneroit qomen OCP, ocratku 1-164 NTD (RCP) KpacHasl akTUBHas hopMma
OCP-I5C/F299C OCPcc ycKkopeHnue (oTonuKIIa,
KoMIakTHast popma
Fluorescence Recovery Protein, aukwuii Tvm FRP
FRP-L49E moHomep FRP
FRP-K102C
FRP-F76C
FRP- L33C/143C FRPcc crabunbHbIi numep FRP
xumepa OCP c 3eneHbIM (i1yopeceHTHBIM OCP-TagGFP | dmyopectieHTHAs WHANKAIHAS
Oenkom COCTOSTHHS
xumepa OCP ¢ kpacHbIM (uTyOpeCLEeHTHBIM TagRFP-OCP | dnyopecuienTHas MHAVKAIAS
Oenkom COCTOSTHHS
Anabaena variabilis PCC 7937
Orange Carotenoid Protein, mukuii Tun AnaOCP
Fluorescence Recovery Protein, aukwuii Tvmn AnaFRP
Anabaena sp.PCC 7120
romonor C-koHnesoro gomMeHa OCP AnaCTDH ¢uonerosas popma
Helical Carotenoid Protein 1 AnaHCP1
xumepa AnaCTDH c kpacubiMm dpnyopecuentaeiv | AnaCTDH- (iryopeclieHTHas] HHIAUKAIUS
Oenkom TagRFP COCTOSIHUS
Thermosynechococcus elongatus
romoutor C-konieroro gomeHa OCP TeCTDH ‘ ¢duoneroBas hopma
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Jlns mompamyBanus TpaHCHOPMUPOBAHHBIX OAKTEpUN HMCTOIB30BAIH HKHIKYIO
OakTepuanbHyto cpeny SOB: 2% o6akro-tpunrton (Difco), 0,55% O0axTo-aposxxeBoi
skcrpakt (Difco), 10 MM NaCl, 10 mM KCI, 10 MM MgSO4, 10 MM MgCl,. Jlns
BBIpAIIMBAHUS HOYHBIX OaKTepHAIBHBIX KyJIbTYp M Tocienyromero Beyienenus JJHK
W/WTH 7T HapaOOTKH OSTKOB MCITOJIB30BaIU JKuKkas cpexy i E. coli (LB): 1% 6akro-
tpuntoH (Difco), 0,5% Oakto-apoxxeBoil s3kctpakT (Difco), 1% NaCl. [dns 3anuBku
YaIleK U BhIPANTUBaHUS TPAHC(POPMUPOBAHHBIX OaKTEPUATHLHBIX KOJIOHUN HCIIOIh30BaTTN
TBEpAyI0 MUTaTENbHYIO cpeny st E. coli LB-arap: xxunkas nurtarensHas cpena LB,
1,5% GakTo arap (Difco). KiionupoBaHue reHHO-UHKEHEPHBIX KOHCTPYKIIUHN, TPOBOIAITU

10 IPOTOKOJTY MOAYJIbHOTO KitonnpoBanust MoClo [144, 145].

Jus  oskcmpeccun  OenkoB, kietku  E.  coli (Zymo Research) Obuin
TparnchopMHupoBaHbl 3KcTpeccnoHHBIMU BekTopamu pQE (Evrogen), comepkammmu
MIOCJIEI0BATEIIHHOCTH COOTBETCTBYIONTNX OCITKOB M TIOCIIEA0BATEIHPHOCTD, KOJTUPYIOITYIO

6 OCTaTKOB TMCTH/INHA, B TOW K€ PAMKE CUMTHIBAHUS, HA 5’ -KOHIIE.

Boigenenne OenKoBbIX IpenapaTtoB MPOBOAWIM € MOMOLIBI0 MeTamui-aPpuHHOM
xpomartorpadhuu TALON Metal Affinity Resin (Clontech). Jlnsi HeKOTOpbIX OETKOBBIX
npenaparoB IMoOcie XpoMaTorpapuyeckoil OYUCTKA MPOBOAMIA KOHTPOJIUPYEMOE
yAaJIeHWe TMOJUTUCTUIMHOBON TmociaenoBaTenbHOCTH 3a cueT C3  pUHOBHUPYCHBIX
poTeas, sl 3TOr0 COOTBETCTBYIOIIMM CAWT BBOAWJICS B CTPYKTYPY T€HETHYECKOH
KOHCTPYKIMU. DroaT (UiIbTpoBaid U codupanu B mpodupku no 1 mi. Konuenrpanuio
Oenka m3Mepsuim Ha MuKpocnekTpodoromerpe Thermo Scientific NanoDrop 2000c.
CnenyeT OTMETUTH, YTO KOI(DMUIIMEHT MOJSPHON HSKCTUHKIIMH, PACCUUTAHHBIN IO
NEPBUYHOM  TMOCIEAOBATEIIBHOCTH HAa  OCHOBE  KOJIMYECTBA  APOMATUYECKUX
AMUHOKHCIIOTHBIX OCTAaTKOB (THPO3UH, TpuntodaH, (EHWUIATAHUH) MOXKET OBITh
UCIIOJI30BAaH TOJNBKO JuIsi amno-¢popm OenkoB. B ciywyae xono-popM HE0OX0IUMO
YUUTBHIBaTh JOMOJHUTEIBHOE TorjiouieHne xpomodopa (kaporunoun) B YO obnactu.
Jlnst pacuéra COOTBETCTBYIOUIMX IOMPABOYHBIX KOA(M(OUIMEHTOB ObUIM OIpEAeSICHbI

KO3 PHUITMEHTHI MOJISIPHON SKCTUHKITUN KaPOTUHOUIOB B BUIUMOM 00IaCTH JJisi OSJIKOB
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C U3BECTHOM CT€XI/IOM€TpI/I€I>’I CBA3BIBAHUA KAPOTUHOUIOB. BBI,ZIGJIeHHBIG OeIIKH XPaHUJIn

nipu 4°C.

BBeneHne TONMONMHUTENBHBIX HUCTEMHOBBIX OCTAaTKOB B CTpykTypy OCP m FRP
WCITOJIB30BAIM JIJII TIOATBEPXKICHUSI OEIOK-OEITKOBBIX KOHTAKTOB B KOMIUICKCAX U

moudukarmu potormkina OCP (meron «disulfide trapping») [146].

Jns wu3ydeHus KOHGOPMAIMOHHBIX TIEPEXOJ0B B OelKkax HCIOIb30BAIN
dayopectienTHbie 30HAbI (TuapodoOHbIMEe Kpacutenu (Nile Red, Bis-ANS)), a Takxe
CEJIEKTUBHYI0O MOJIU(UKALMIO ITUCTEMHOBBIX OCTAaTKOB O€lika C TMOMOIIbI0 METO/IOB

masteumuanon xumun (TMR) [106].

Jist u3yuenus ctpykrypsl romogiora C-nomena OCP (AnaCTDH) ¢ nmomoisto
SAMP criekTpockornuu OblT UCTIOIB30BaH OEIKOBBIN Ipenapar, KOTOPbIH ObLT MOJIyYeH B
pe3yabTare KynapTuBanuu E.COll Ha MuHMMaNBHOM cpene M9, conepxarieil TIoKo3y ¢

uzoronoM C u cynsdar ammonus ¢ °N.

I[JBI HN3Yy4YCHUA BSaHMOﬂCﬁCTBHﬂ KapOTUHHUAHBIX OEJIKOB C MCM6paHaMI/I B KaU€CTBC
MOACIIBHOI'O 00BEKTa  HCIIOJIHL30BAJIH JINIIOCOMBI, IIOJIYUYCHHBIC Hn3 SAUYHOI'O

dbochaTuanIXoIMHa ¢ pa3TUIHBIM HA00pOM KapoTUHOUI0B [147].

Jns  uccnenoBaHusi  OEIOK-OMOCPETOBAaHHONW JOCTaBKM KapOTHHOWIIOB B
MeMOpaHbl Ha KJIETOYHBIX MOJICSAX HCIIONB30BAIN KYJIbTYypY KJIETOK 3MOPHUOHAILHOMN
nouku yenoBeka HEK293T (human embryonic kidney), neiipo6mactomsr TET21IN
(human neuroblastoma) u paka mreriku matku Hela (human cervical cancer). Bce
KJIETOYHbIE KYJbTYPBI, WCIIOJB30BaHHbIE B JaHHOW paboTe, BBIpANIUBAIN Ha
KYJIbTypaIbHBIX MaTpacax IIomansio 25 cm? B 6 M cpeasl DMEM ¢ 2 MM Tty TaMHUHOM
u 4,5 r/n rmoko3sl (ITandxo) ¢ nobasieruem 10% deransHo Ob1ubelt chiBOpoTKH (PBC)
(HyClone, Thermo Scientific) u 100 Mkr/myi cmMecu aHTHOMOTHUKOB TEHUITWIUIMHA H

ctpentomuiiuaa (ITandko) B CO, unkyodarope mipu 37°C, 5% CO..
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2.2 MeToanl uccjaeI0BaHus.

I[JDI peUICHUA ITOCTABJICHHBIX OSKCIICPUMCHTAJIbHBIX 3aJ1a4 OBII HMCIOJIB30BaH

KOMIIJICKC 6I/IO(1)I/I3I/ILI€CKI/IX MCTOHOB.

2.2.1 CrauuoHapHasi 4 BpeMsi-pa3pelieHHasi a0COPOLHOHHAS CTIEKTPOCKONUSA
VHTEHCHBHOCTH CBETOBOI'O ITOTOKA IIPH €r0 MPOXOXKIECHUU Yepe3 HCCIELYyEMYIO
Cpelly YMEHBIIAETCS BCJIEICTBHE MNPEBPALICHUS SHEPTUM H3IyYEHUS B pa3IMUYHbIC
(GOopMbI BHYTpPEHHEN >HEPIHMM BELIECTBA U (WIHM) B DHEPTUIO BTOPUYHOTO HU3IIYUEHHMS.
CriocoOHOCTh BeIIeCTBA MOIVIOMIATh CBET 3aBUCUT TJIABHBIM 00pa3oM OT 3JIEKTPOHHOI'O
CTPOEHHUSI aTOMOB M MOJIEKYJI, & TaKK€ OT JUIMHBI BOJIHBI NAJAIOUIEr0 CBETA, TOJIIIMHBI
CJIOSI, KOHLEHTPALMKU BEIIECTBA, TEMIIEPATYPbl, HAUINYUS ICKTPUUECKUX U MarHUTHBIX
nosieid. [l u3MepeHuss NOrjolaTeIbHOM CIIOCOOHOCTH HCIOJIb3YIOT PA3JIHYHbIE
BapHaHThl CIEKTPOPOTOMETPOB - ONTUUYECKUX HPUOOPOB, COCTOSIIMX M3 HCTOUYHHUKA
CBeTa, KaMephl 17151 00pa30B, MOHOXpOMaTopa (Mpu3Ma WiK TudpakuOHHAs PEIIEeTKA)
U IeTeKTopa. B 3aBHCUMOCTH OT IPUMEHSAEMOM CXeMbI IPUOOPA BOZMOKHA PETUCTpALUs
CIEKTpa B PEKUME CKAaHUPOBAHUS JJIMHBI BOJIHBI IIPU HUCIIOJIB30BAHUHA MOHOXPOMATOPA
WIN €IUHOBPEMEHHAs! PETUCTpAllsi WHTEHCHUBHOCTEW CBETOBBIX MOTOKOB HAa Pa3HBIX
JUTMHAX BOJIH IPU UCIOJIb30BAaHUU U (PpaKkIIMOHHBIX pemieTok u [13C-maTpuil B kauecTse
nerektopa. [IpumeHeHune OBICTPBIX IETEKTOPOB W HMMIIYJbCHBIX HCTOYHUKOB CBETa
MO3BOJIIET PETUCTPUPOBATh HE TOJBKO crarmoHapHbie (Steady-state) cmekTpbl
NOTJIOIIEHNS, HO M KHHETHKY HW3MEHEHHUS ONTUYECKUX CIEKTPOB C BpPEMEHHBIM
pa3peleHueM 110 JECATKOB (PEMTOCEKYHJ, 4YTO IO3BOJSIET HCCIIEN0BaTh IUHAMUKY
BO30YK/IEHHBIX COCTOSSHUM MOJIEKYJl. BHE 3aBUCHMOCTH OT BPEMEHHOIO pa3pelieHUs
YCTaHOBKH, NMpPUMEHEHHEe aO0COPOLMOHHON CIEKTPOCKONHWH OCHOBAHO Ha CIEAYIOLIUX

3akoHax [148]:

I. 3akon byrepa - JlambGepra: ecim cpena OJHOPOJHA U CJIOM BeIIECTBA

MEPIIEHANKYJISIPEH NAA0IIEMY TapaIeIbBHOMY CBETOBOMY IOTOKY, TO:

I = IOe_kdv (1)
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rne [, u [ - ”HTEeHCUBHOCTH MAJAIONIeT0 W MPOIIEAIIEro Yepe3 BEeIecTBO cBeTa, d -
TOJIIMHA €05, k - KOAPOUIIUEHT MOTIONMICHHS, KOTOPBIA HE 3aBUCUT OT TOJIIIMHBI
MOTJIOMIAIONIETO CJI0S M MHTEHCUBHOCTHU MAIAI0IIEro u3mydeHus. [jia xapakTepuCcTUKH
TIOTJIONICHHSI ITUPOKO UCTIONB3YIOT KO3(DPUIIMEHT SKCTUHKITUH, WIIA CBETOIOTIIONECHUS
k' = k/2.303 (B cmY), n onmtuueckyro miortnocts A = Ig (I,/1), a Taxxke BeanuMHy
nponyckanus T = [/I,. OTKIOHEHHS OT 3aKOHA WM3BECTHBI JJISI CBETOBBIX TOTOKOB
Ype3BbIYaliHO OOJIBIION HHTEHCUBHOCTHU (JI1 J1a3epHoro uznydeHus). Koadduiment k
3aBHCHUT OT JAJUHBI BOJHBI MAJAIOMIETO CBETa, T. K. €r0 BEIWYHHA OIpeIeseTCs
AJIEKTPOHHOHN KOH(UTYypaIieil MOJIEKyI M aTOMOB M BEPOSTHOCTSIMH TIEPEXO0I0B MEKITY
WX DJIEKTPOHHBIMH M KOJIeOaTeNbHBIMHA YPOBHSIMH. COBOKYITHOCTD MEPEXOA0B CO3/IaET

CHEKTp NorjoieHus (abcopOIm), XapakTEpHbIN ISl TAaHHOTO BEIIECTBA.

Il. 3akon bepa: kaxkgas MoJieKylna WM aTOM HE3aBUCUMO OT OTHOCHUTEJIBHOTO
PacIOJIOKEHUS JPYIMX MOJIEKYJ WJIM aTOMOB IOIVIOIIAET OJHY M Ty K€ JOJIIO

3H€pFI/II/I I/I3J'Iy‘-I€HI/I$IZ
k = ce, (2)

i€ ¢ - KOHLEHTpalus BemecTBa. Eciiu ¢ BelpaxeHa B MOJIb/JI, € Ha3bIBAIOT MOJIIPHBIM
ko3 uimenToM norjomeHns (3KCTUHKUMH). OTKJIOHEHHS OT 3TOro 3aKOHA
CBUJETENBCTBYIOT 00 o0Opa3oBaHMM JUMEPOB, TOJUMEPOB, AacCOLMATOB WIIU

XUMHUYCCKOM BSaHMOI[GP'ICTBHPI IIOrJIOMMAaroInuX YaCTHII.

I11. O6venunennslii 3akon byrepa — JlamGepta — bepa:
[ =I,e~c&d (3)

CrniexTp BeliecTBa B KOHICHCUPOBaHHOM (pa3e onpenenseTcst He TOIbKO MPUPOI0M
COCTaBJISIFOIIMX €ro MOJEKYJ, HO M MEXMOJEKYJSAPHbIMU B3aUMOJCUCTBUSIMU,
BIIMSIFOIIMMHU HA CTPYKTYPY JIEKTPOHHBIX YpoBHEH. OOBIYHO TaKOW CIIEKTP COCTOUT U3

psaga HIMPOKHX I10JIOC paSHHqHOﬁ HUHTCHCHUBHOCTH. I/IHOF)Ia B HEM IPOABIIACTCA
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CTPYKTypa KojeOaTenbHbIX YPOBHEH (0COOEHHO Yy KPUCTAIUIOB MpHU oxJaxaeHuu). 1o
CIIEKTPaM IOIJIOLIECHUS TPOBOAAT KAYECTBEHHBIN M KOJTMYECTBEHHBIN aHAJIN3 BEILIECTB.
AGCopOIMOHHAs CIEKTPOCKOMHS LIMPOKO TMPUMEHSETCS ISl U3YUYEHHUS] CTPOCHHS
BemecTtBa. OHa ocoOeHHO 3(PdeKTHBHA MPU KCCIAEAOBAHUM TMPOIECCOB B >KUIKUX
cpenax; 1mo U3MEHEHHUSIM MOJIOKEHUS,, HHTEHCUBHOCTH U (DOPMBI TIOJIOC MOTIIOIIECHUS
CyIsT 00 M3MEHEHHUSX COCTaBa M CTPOCHMS IOTJIOIIAIOIIUX CBET YacTHIl 0e3 HX

BBIJICJICHUS U3 PACTBOPOB.
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Puc. 6. Cnektp nornomenus ¢uxounanuna (PC) u ¢ukobunucom (PBS) u3 mumanoOakrepuu
Synechocystis sp. PCC6803.

B nmanHO#l paboTe CHEKTpHl TMOTJIOIMICHUS] PETUCTPUPOBAIM C TOMOIIBIO
criekTpooTroMeTpa ¢ UHTErpupyromei cepoit, coOpaHHoro Ha 0aze CIEKTpOMETpa
Maya 2000 Pro (Ocean Optics, CIIA). B kauecTBe HcTOYHHKA O€JIOr0 CBETa
UCIIOJIb30BaIM CTAaOMIM3UPOBaHHY0 aeiTepueByio mammy (SL S204, Thorlabs, USA)
C BBIXOJJOM B MHOTOMOJIOBOE ONTHYECKOE BOJOKHO. CTaOMIIM3AINIO TeMITepaTyphl B
nuanasone remneparyp oT -10 1o 100 °C u nepememmBanue oopasiia 00ecrneynBaInuch
3a CYET KIOBETHOT'O OTJCJICHUS C BOJSIHBIM OXJIaXKaeHueM aneMenTa Ilenprhe Qpod 2e
(Quantum Northwest, CIIIA). Hcnons3oBaHue HHTErpupyiomieid cdepsl ObLIO

HEOOXOAUMO ISl MUHUMU3AIMKU 3P(deKTa paccesHHsl CBETa HAa KPYIHBIX YacTHIAX
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(KJIeTKax U JUMOCOMAXx ), KOTOPbIM MPUBOJUT K YBEIMUEHUIO ONITUYECKOMN MIIOTHOCTH B
CUHEHN 4YacCTH CIEKTpa U, COOTBETCTBEHHO, UCKAXKEHUSIM (popMbI criekTpa. M3mepeHus
npoBoviIM B 10 MM KBapILEBbIX KIOBETaX, a TAKKE B MUKPOKIOBeTax oo0bemoM 700 u
100 mxa (Thorlabs, CIIIA) B KOTOpBIX, B 3aBUCHMOCTH OT ITOJIO)KCHHUS KIOBETHI,
onThyeckuil myTh coctaBisl 10 wim 2 mMM. B kauecTtBe oOpasua cpaBHEHHUS B
IKCIIEPUMEHTAX Ha KJIETKaX I[MaHOOAKTEepUil UCTIOIb30BAIM CPELy KyJIbTHBHUPOBAHUS
BG-11, a s OelKOBBIX MpenapaToB COOTBETCTBYIOMIKME OydepHbIE pPacTBOPHI.
KroBeThl pacnonarainy BIUIOTHYIO K MHTEIPUPYIOIIEH cepe U Ha PACCTOSIHUU 3 MM.

3aTeM yYuTBIBaJIM CBETOpaccesiHue 1o Gpopmyiie:

Dfqr (800 nm)
D £qr(800 n)—Dpeqr (800 n1N)

D) = Dfar(/D - X [Dfar(/l) - Dfar(/l)] (4)

rac D — onrtudeckas IUIOTHOCTh Ha JJINHC BOJIHBI A, HNHACKCBI 0003HAYaIOT

PacIoyIoKeHUE KIOBEThl OTHOCUTEIILHO HHTETpUpyomiei chepsr [148].

JUiss  3amWcW  KWHETHKA  W3MEHEHWS  ONTHYECKOW  TUIOTHOCTH — TIPH
dboTocTuMysiMU 00BEKTOB JazepHbiMU (INTOP) wiKn AMOAHBIMU UCTOYHUKAMU CBETA
(Solis, Thorlabs, CIIIA) wm B pe3yabTaTe CMEIICHHUS  PacTBOPOB
B3aMMOJICHCTBYIOIINX BEMISCTB HCIIOJIB30BAIM pekuM  Strip-chart  mpunoxenwus
SpectraSuite (Ocean Optics, CIIIA), TO3BOJISIOMKA 32 BpeMs HHTCTPUPOBAHUS
nopsiaka 10-100 Mc neTekTUpoBaTh U3MEHEHUE ONTHUYECKOW IUIOTHOCTH Ha KaXKJAOU

JUTHHE BOJIHBI (pHC. 7).

[TuTaHue CBETOINOIOB OCYIICCTBIIIOCH 3a cuéT npaiiBepa (DC2200, Thorlabs,
CIIIA), xoTopwlii Takke reHepupoBall curHaibl [ TL aisg CHUHXpOHH3AIUMU, YTO
00eCIeUnBaJIO JJIUTEIBHOCTh BCIBIIICK OT 3 MKC JI0 5 CEKYHJ B DKCIEPUMEHTaX U

CHUHXPOHHOCTb IUKIIOB CTUMYJIALIUU o6pa3ua H 3aIlIMCH JaHHBIX.
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Puc. 7. XapaktepHble H3MEHEHHS ONTHYECKOW TUIOTHOCTHU TperapaTa OpaHXeBOTro KapOTHUHOHUTHOTO
oenka (OCP) mpu 550 HM B pe3ynbTaTe NMEpUOANMUECKON aganTaluyd K cuHeMmy cBety (455 um, 200
MBT), BEI3BIBaIOIIEH HaKOIIIeHHE KpacHO# dhopmbl OCPR. Temmepatypa 20 °C.

N3MeHeHUsT TIOTJIONIEHUS, BBI3BAHHBIE KOPOTKMMH BCIBIIIKAMU  CBETAa,
MCCJIEIOBAIIM C MIOMOIIIBIO CaMOJIENIbHOM YCTaHOBKH JIsl (uieni-(hotonnsa. MHunmanms
(GOTOILYBCTBUTEIILHON pPEaKlMd OCYIIECTBISJIACh BTOPOW TapMOHUKOM Jazepa ¢
monymsuueir  gooporaoct Nd — YAG LS-2131M (LOTIS TII, Bbenapycs) ¢
MCMOJIb30BAaHUEM MMITYJIbCOB JJIMTEIBHOCTBIO 7 HC Ha [JIMHE BOJHBI 532 HM.
JleTeKTupoBaHWE W3MEHEHUW ONTUYECKOM IUIOTHOCTH TMPOBOJAWINM C TIOMOIIBIO
MOHOXPOMATHYECKOTO cBeTa npu 550 HM M NOJIyIIMPUHON 6 HM, KOTOPBIN BBIJIEIISIIN C
MOMOIIIBI0 JIByX MOHOXPOMAaTOpPOB (10 M mociie o0pasiia) OT TajJOT€HHOM JIaMITbI
(OSRAM, I'epmanus) co ctabunmu3upoBanHoi MoiHOCThI0 100 BT. 3a n3meHeHUsAMuU
CHUTHAaJIa OTJIOICHHS CIISIUIIH ¢ TToMoIIbio poTtoymuoxutens 9658 B (Electron Tubes
Ltd., BenukoOpuranusi) ¢ mupoKomosocHbiM ycuaureiaem 300 MI'm u aHanoro-
udpoBeiM TpeodpaszoBatenem Octopus CompuScope 8327 (Gage, Kanana). [{ns
nmoyueHusi Oojiee BBICOKOTO COOTHOIICHHMS CUTHaN / myM ycpeadsuin jao 500
WHIUBUYAIbHBIX KUHETUK. VIHTepBam MeXIy BCIBIINIKAMUA OBLT YCTAaHOBJIEH B
nuarna3oHe ot 1 g0 5 ¢, uTo0bl obecneunTh 3aBeplieHrue (GOTOIMKIIA U PeslaKCaIlUIo

obpasna. Kunernueckue kpuBble 00paOaThIBaId C MOMOIIBI0 CYMMBI 3aTyXaroIIMX
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SKCIIOHEHT ¢ TIOMOIIBIO akeToB nporpamM Mathematica (Wolfram Research, CIIIA)
uu OriginPro 2015 (Originlab, CIIIA).
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Puc. 8. Kunernka n3aMeHeHHs ONITUYECKOM IIOTHOCTH OPaH>KEBOr0 KapOTUHOUAHOTO Oelka pu 550
HM II0JIy4€HHas Mpu BO30YyXAeHUH 00pa3la 7 HC JIa3epHbIM UMITYJILCOM Ha JUIMHE BOJIHBI 532 HM.

Jis  omnpeneneHUs: BpPEMEH JKU3HU BO30YXKICHHBIX COCTOSHUH MOJIEKYJ
KapOTUHOUJIOB B O€JikaX WCIOJIb30BaIM YHUKAIBHBIM MeToa abcopOImOHHOM
(GeMTOCEeKyHTHOM  CIEKTPOCKONUU, pa3paboTaHHbI coTpynHukamu HMHcTHTyTa
xumudeckor pusrku umenn H. H. CeménoBa PAH. BeixomHoli curHai reHepaTopa Ti:
Sapphire (800 um, 80 MI', 80 dc, «Tsunami», Spectra-Physics, CIIIA) ycunuBaics
pereHepatuBHbIM  yeuutedaem  («Spitfire», Spectra-Physics, CIIIA). Yactora
CJIEIOBAaHUS YCUJIEHHBIX J1a3€pHBIX UMITYJIbCOB ObLTa ycTaHOBJIEeHA Ha ypoBHe 100 I,
VYcunennsie ummnyinbebl (800 uMm, 100 I, 1,2 m/Ix, 80 ¢c) pasnensiauck Ha 1Ba Jiyda.
Omun u3 nydet ocnabnsnmu 1o 0,4 mJK u HampaBisuicss HAa HEKOJUITMHEAPHBIH
ontuueckuii mapamerpudeckuii  ycwnurenb (Clark-MXR), wusnydenue kotoporo
MCIIOJIB30BAJIOCh B KAYECTBE MMITYJIbCa HaKauku. MIMIyJbC HaKaykhd UMEJ rayccoBY
dbopMy € LIEHTPOM Ha JJIMHE BOJHBI 520 HM, JIUTENBHOCTH 26 (C HA MOJYBLICOTE U

sHepruto ummyibca 50 u/lx. Bropoit myuok ociabmusm 1o 1 Mk 1 hokycupoBaics
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B KBAapLCBYIO KIOBCTY 3 MM C BO,Z[Oﬁ AJI1 CO3AaHMA 30HAWPYIOUICTO HMMITYJIbCa

CYIIEpKOHTUHYYMa B auanazoHe JiuH BoJH 400-900 Hm.

I/IMHYJII)CI)I HaKa4Ku W 30HIUPOBAHUA 3aACPKHUBAJINCH APYI' OTHOCHTCIIBHO

Jpyra ymnpasisi€eMOll KOMIIBIOTEPOM JHHHEN 3aaepxkku B auanazoHe 0-500 mc c

paspemenueM ot 3,3 ¢c g0 1 nc. 3aTeM UMIYIbChI 0CIa0sIN, PEKOMOMHUPOBAIHA U

dboKycupoBaJIM B MPOTOYHOM sueike NJisi 0Opas3oB ¢ omtmueckuMm mytem 0,5 M.

JnameTp myuka HaKauKy ¥ 30HaupoBaHus cocTaBiisiin 200 1 80 MKM COOTBETCTBEHHO.

OTHOCHUTEIbHAS [MOJIprU3anus IMYYKOB HAKAYKKU U 30HAUPOBAHUA ObL1a YCTaHOBJICHA

Ha 54,7 © («marnueckuil yrom»). DxcnepuMmeHTsl npoBoawin npu 293 K. Ckopocth

MUPKYJLIOUHN B HpOTO‘IHOfI sgeliKe cocTaBisiiaa 8 Ml / MHH.
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OpaHXeBOTO

kapotuHomnHOTO Oenka uepe3 100 ¢c, 1 u 5 nc mocne Bo3oyxkaenus 30 ¢bc ummyascom mipu 480 HM

(cBepXy) M COOTBETCTBYIOIMI MacCUB JIAHHBIX JJIsl BCEX JOCTYIHBIX BPEMEHHBIX 3aJIepKeK (CHU3Y).

HBGTOB&H IIKaJIa MOKAa3bIBACT U3MEHEHUs OonTHYecKoi miotHocTH B MO.D.

66



30HAUPYIOUICH MMITYyJILC CYNEPKOHTHHYyMa MPOILICANIMA Yepe3 oOpasell
HanpaB/sIM Ha mojuxpomarop («Acton SP-300», Roper Scientific, CIIIA) u
peructpupoBanu [13C-kamepoit («Newton», Anmop, CIIIA). BeicTpsie n3MeHeHUSs

crektpoB noryomieHus AA (t, A) peructpuposaiu B quamna3zone 400—900 uwm.

N3mepennsie nuddepeHmanbHbie CIIEKTPHI OB CKOPPEKTUPOBAHBI C YIETOM
JUCIIEPCUU IpyIIIOBOA 3a1epKKA CYNIEpKOHTHUHYYMA. OO6paboTtky
IKCMIEPUMEHTAIbHBIX JIAaHHBIX MPOBOAWIN C TOMOIIBIO METOJOB TJI00ATBHOTO U
TapreTHOro aHaiu3a B makeTe mporpamm Glotaran [149]. ITpu rioGanbHOM aHaM3e
KUHETUKHU TP BCEX IJIMHAX BOJIH aHATH3UPOBAJIMCH OJTHOBPEMEHHO ¢ HA0OPOM 00IITNX

KOHCTAHT CKOPOCTEM.

2.2.2 OueHka BbIX0/1a BO30YKICHHBIX COCTOSHHH € IOMOIIbIO
creKTpodryopumerpuu

[Ipu nornoumeHun (GOTOHA 3IIEKTPOH B MOJIEKYJIE NEPEXOJUT HA OJIHY W3
CBOOOJIHBIX OpOHUTAJIeH, M MOJICKYJIa OKa3bIBaeTCs B BO30YkIeHHOM cocTostHun [150].
Takux ypoBHEH MOXKET ObITh HECKOIBKO (S1, Sz, ... SN) U 2JIEKTPOH MOXKET OKa3aThCs
Ha JI00OM M3 HHUX, B 3aBUCUMOCTH OT TOTrO, KakOM Oblla 3HEPrusi MOTJIOIIEHHOIO
u3nydenusi. OOpaTHBIA Mepexo]l JIEKTPOHA HA OCHOBHOW IHEPTEeTUYECKUN YPOBEHB
IPUBOJNUT K YMEHBUIEHUIO 3HEPIMH CUCTEMBI, KOTOpas MOXKET PAacTpayuBaThCs IO

CJICAYIOIIMM KaHaJlaM:

¢ HCIIYCKaThbCA B BHUAC KBAaHTa (bnyopecueHuI/H/I C BCPOATHOCTBIO

TIPOTIOPIMOHATBHOM COOTBETCTBYIOMIEH KoHCTaHTe ckopocTH k/!;

* pacTpauyuBaThCS Ha KoJIeOATENbHBIC IBIDKEHUS SJCP M IOCTyHaTeIIbHOE
JBIDKEHUE MOJICKYJIBI BEIICCTBA k<:

* pacTpauuBaThCS TIPU B3aUMOJACHCTBUU BO3OYXKICHHOW MOJIEKYJBI C
MOJIEKYJION TymmTens diyopecteHimu k9;

*  pPacxoJ0BaThCH NPH IEPEXOIE MOJIEKYIIBI B TPHILIETHOE COCTOAHME kS,

*  pacTpauMBaThCs MPH OCYIIECTBIEHNH (OTOXMMHYECKUX peakimii kP,
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KBaHTOBBIM BBIXO/J| ITpoHecCa AC3aKTHUBAIIUU B036y}KI[eHHOFO COCTOSAHUS B 06H_I€M

BUJIC OIpeaessieTcs cooTHomenuem [148]:

ki
Yiki

P = (5)

KBaHTORBBII BHIXOT (hITyOPECIIEHITNH, OTPAKAIOIITII BEPOSATHOCTD JI€3aKTHBAITUN
BO30YKJIEHHOTO COCTOSIHUS MO H3JIy4aTeIbHOMY IyTH OMPEACISIETCS OTHOIICHHEM
KOHCTAHT CKOpPOCTEH H3JIy4yaTelIbHOW U  Oe3bI3MydaTelbHOM  JIe3aKTHUBAIUU

BO30Y>KJIEHHOT'O COCTOSIHHUSI:

et o ©)
O T Sk T kA KAkt KPC

Uccnenosanne cnexkTpoB (IyopecleHIIMd — 3aBUCMMOCTH WHTEHCHUBHOCTHU
W3IydeHns oT AnuHbl Bonubl [/l = f(A) - mo3BonseT MpoBOAUTH KAYECTBEHHBIH 1
KOJIMYECTBEHHBIN aHAIU3 Pa3IMYHBIX KOMIIOHEHTOB B OMOJIOTHYECKUX U MOJICITBHBIX

CUCTEMAX, N3y4aTh UX B3aUMOJEUCTBUE APYT C APYTOM.

KadecTBeHHBIN JTIOMHHECIICHTHBIA aHAIM3 OCHOBAaH Ha CPAaBHEHUH (HOPMBI
CIEKTPOB HCCJIEAYyEMOM CMeCH BemecTB C (OpPMON CHEeKTpa WHAUBUIYATBHBIX
COEIMHEHHH, KOTOpbIEé MOTYT BXOJUTh B COCTaB CMeCH. J[JIsl JIIOMUHECIIEHTHOIO
aHaJlM3a UCTIOJB3YIOTCSl paCTBOPHI C HU3KON ONMTHYECKOW TIOTHOCTBIO, B IPOTHBHOM
cllyda€ BO3HHUKAeT HEOOXOJUMOCTh VYYHUTHIBATh dJ(PGEKThl HSKPAHUPOBAHUS U
peabcopOumu  [148]. Baxnoit  0COOCHHOCTBIO  CHEKTpa  (JIyOpECICHIIUH
MHOTOKOMITOHEHTHBIX CHUCTEM SIBIISICTCS 3aBUCHMOCTBH €r0 (DOPMBI OT JJIMHBI BOJTHBI
BO30OyX/eHusl (T.K. TMPU Pa3HbIX MJUHAX BOJIH MOTYT BO30YXHAaThCsi pa3HbIC

COEJIMHEHHUS ).

KonnuecTBeHHBIN JIIOMUHECHEHTHBIN AHAIU3 MPOBOJMUTCS B COOTBETCTBUU C
3akoHOM byrepa — Jlambepra — bepa, corjiacHoO KOTOpOMy KOJIMYECTBO MOIJIONIAEMOM
CBETOBOM dHeprum: [ = Ioe‘c‘gd. NuteHcuBHOCTH (hTyopeclieHITMN MPONOPIIHOHATbHA
WHTEHCHUBHOCTH BO30YKIArOMIero cBera I, KBAaHTOBOMY BBIXOMY (hIIyOPECICHITNH, U

ko3 dunmenty nornomenus (1 — T) [148]:
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' =1,0"'K(1 —T) = I, 'K(1 — 107¢4) (7)

KoHncTanTa K 3aBHCHUT OT CICOYHOIIHNX YCJIOBI/Iﬁ OKCIICPUMCHTA!

° OT TCJICCHOI'O Yyrja, B IIPCACTIAX KOTOPOIro ACTCKTHUPYCTCA H3IYUYCHHC OT

ucciemyeMoro odpasia

. IIMPUHBI CIEKTPAIbHOTO HHTEPBAJa, BEIPE3a€MOr0 MOHOXPOMATOPOM,
. IPOITYCKaHHUsI MOHOXPOMATOpPa,
. YyBCTBUTEJIBHOCTH JIETEKTOPA.

U3 Beipaxkenus ans I/' BUAHO, YTO MHTEHCHMBHOCTH (IyOPECIEHIUH He
MIPOTIOPIIMOHANIEHA KOHIICHTPAIIUK, HO TIPU Majio omrtudeckor mroTHoctr (D < 0,1
€l.) MOXXHO HCIIOJIb30BaTh BBIPAKEHUE, KOTOPOE IMOIY4YaeTcsl MNpPH Pa3IOKECHHUU

BEIpakeHns 11 17! B cTemennoM psif U ydeTe TONBKO HEPBOTO UiIeHa YTOTO PSa:
't =23 1,9/ Kced (8)

Takum o0Opa3zom, IpU HU3KUX KOHIIEHTPAMIX (IIyOpeCIHUPYIOUIEro BEllecTBa
WHTEHCUBHOCTH (DIIyOpeCleHIINU MPOTOPIIMOHATIbHA KOHIIEHTpAIMK BemiecTBa. Ha

ATOM OCHOBAH KOJIMYECTBEHHBIN (hTyOpECLIEHTHBIN aHAIH3.
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Puc. 10. Cnektpsl ¢uyopecueniuu ¢uxodbumcom (DPBC) Synechocystis sp. PCC6803, R-
¢dukosputpura (R-PE) u 3enenoro duyopectienTHoro 6enka npu Bo30yxkacanu 405 amM. CriekTpsl
HOPMHPOBAHBI Ha 3HAUYCHUSI MAaKCUMAIBHONH MHTCHCUBHOCTH ()JIyOPECIICHITHH.

B nannoii paGoTe cTanmoHapHbIE CIEKTPHI (DIyOPECHEHIIMH U BO30YKICHUS
(GIIyopecleHIIMN  PErHCTPUPOBAIM ¢ TOMONIbIO  criekTpodayopumerpa Horiba
Fluoromax 4 (®pannus), OCHAMEHHOTO MOHOXPOMATOPOM, W CIEKTPOMETPOB Ha
ocaoe [I3C-matpur; Flame u Maya 2000 PRO, (Ocean Optics, CIHA). [lns
U3MEpPEHU 00pa3lbl Pa3BOAWINA CpPEIoN KyJIbTUBUPOBaHUA wuiu OydepoM 10
ONTHUYECKON TJIOTHOCTH, HE npeBbimatonieit 0.05 eauHull ONTHYECKON MIOTHOCTH B
MaKCUMyM€ MHTEHCUBHOCTH TOJIOCHI MOriomeHus. Onrrudeckas noylupruHa ieneu
BO30Y>KJAIOIIETO U U3MEPSIONIET0 MOHOXPOMATOPOB paBHsIach 5 HM. s npubopon
Ha ocHoBe [13C-maTpun ucnosb3zoBanu Bxoauble menu 50, 100 u 200 mxMm. M3mepenus
W3MEHEHUN MHTEHCUBHOCTH (hJIyOpPECLECHIIMU C BPEMEHHBIM pa3pelieHrueM MopsiaKa
10-100 Mc pOBOIMIIN C MCITOJIb30BaHHEM KHHETHYECKOro peskuMa Fluoromax 4 wim

pexxuma Strip-chart npunosxenust SpectraSuite (Ocean Optics, CILIA).
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2.2.3 N3mMepeHusi KHHETHKHU CBETOBOW MHAYKIIMU NepeMeHHOoi (iiyopeceHIIMU
xJopoguiia

®dnyopecriernus xiaopodmnia (Chl) gyBcTBUTEIEHA K OOJIBIIOMY KOJIWYECTBY
(OTOCUHTETUYECKUX  MPOIECCOB, TMPEAOCTaBIsAs  BaXHYIO HHPOPMALMIO O
(GyHKIMOHATIBLHOM COCTOSTHUM (OTOCHHTETHYECKOro ammapara, B yactHoctu OC |l.
CymiecTByeT MHOXECTBO TIOJXOJIOB, OCHOBaHHBIX Ha Quyopecuenimu Chl,
MPUMEHSEMBIX ISl U3YUYEHUsI PEeoOpa30oBaHuUsl SHEPTUHU PJIECKTPOHHOTO BO30YKICHUS
u anekTpoHHoro tpancnopra B ®C Il. [Insg uzyyenus 3Tux npoueccoB pazpabOTaHbl U
UCIIOJIB3YIOTCSl Pa3JIMYHbIE CIEKTPOCKONMUYECKHEe METOJIbI (cM. 0030pbl MameioBa ¢
coaBT. [151] m MupkoBuya ¢ coaBT. [152]). Omnum u3 Haubosiee MOIIHBIX
WHCTPYMEHTOB IS MCCIIEIOBAHUS BIUSAHUA CTpeccoBbIX (hakTopoB Ha DC || sBnsieTcs
UHAYKIUA (hIyopecleHIny Xaopoduiiia, u3Mepsiemasl Bo Bpems rnepexoaa 00beKTa u3
COCTOSIHHSI, IallTUPOBAHHOTO K TEMHOTE, K COCTOSHUIO aIallTAPOBAHHOMY K CBETY
[153]. Perumcrpupyemass KHMHETHKAa W3MCHECHUS HMHTEHCHBHOCTH ()IyOPECIICHIIUH
IpeJCTaBIsIeT COOOW CIIOKHYI0 MHOTOKOMIIOHEHTHYIO KpHBYIO, (popma KOoTOpoi
o0ycCIOBJI€HA YCTPOMCTBOM (DOTOCHMHTETUUECKON CHCTEMbI, BKJIIOYAOIIEH B celd
IPOLIECCHI, Pa3JINYAIOIINECS [0 CBOUM XapaKTEPHBIM BpeMeHaM (CM. puc. 2), KOTOpbIe
BIIUSIIOT HAa KBAHTOBBIM BBIX0H (hiyopecteniuu xynopoduna. Dddext yBennueHus
uHTeHCUBHOCTH (uyopecteHIMu DC2 0OBICHAIOT BOCCTAHOBICHUEM MEPBUYHBIX
XMHOHHBIX aKUENnTopoB M nepexoaoM PLI B Tak Ha3pIBaeMoe «3aKpbITOE» COCTOSIHUE
[154, 155]. MHaye roBops, pOCT MEpPeMEHHOH (IyopecleHIIMd OT MHHHUMAaJIbHOTO
ypoBHS F;; 10 MakCUMaJIbHOTO F); XapakTepu3yeT JUHAMHKY HaKOIUICHHs MPOyKTOB
(hOTOXMMUYECKON PEaKITUH.

Kaxnaplii dTan MHAYKIIMOHHOM KPUBOW MOYKHO MCIOJIB30BAaTh I aHAJIN3a
CBSI3AHHOM CTaJuu NEepeHoca 3JEKTPOHOB MOCJE PeaKlIUU MEPBUUYHOIO pa3zesiCHUs
3apsina B peakuroHHoMm IieHtpe DC Il. IlepByrwo a3y, nmepexox O-J, oObIuHO
CBSI3BIBAIOT C HACBIILIEHUEM BOCCTAHOBIICHUS QA - IEPBUYHOTO aKIIETITOPA JIEKTPOHOB
xuHoHa B ®C |l [156]. Tlocie Bo3OykaeHUs, pa3feicHUs 3apsA0B W T'€HEpaluu

panukanbHoi mapel P680 + Pheo—, mosekyna Pheo— BoccranaBiuBaer Qa 3a 200 ric,
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KOTOpbIM, B CBOIO O4Y€pelb, BOCCTAHABIMBAET BTOPUYHBIM aKIENTOP 3JIEKTPOHOB
xuHOH Qp mpumepHo 3a 0.5 mc [155]. Dtu nepBuuHble HOTOXMMHUYECKHUE PEAKIIMH
OTIPEJIEISIIOT CKOPOCTh YBEIWYEHUST WHTCHCHUBHOCTH (iryopectienniuu B ¢aze OJ,
KOTOpasi HACKIIIAETCA MPUMEPHO 3a 2 MC U CHJIBHO 3aBUCHT OT MHTEHCUBHOCTH CBETa
U pa3Mepa cBeTocoOHuparoieli anteHHsl [157], HO He 3aBUCUT OT TeMmeparypsl [158,
159].

JIJIst KOJIMYECTBEHHOT'O OMHMCAHUS WHAYKIIMOHHBIX KPHUBBIX (HIyOpecleHIun
BBICIIINX pacTEHUH W 3eleHbIX Bomopochei Llltpaccepom (Strasser) ObuT mpeayiokeH
oJaX0J, Ha3BaHHBIH B mocieactBuu JIP-tect [160], mo3Bomstomuii ¢ MOMOIIBIO
JIOCTaTOYHO TPOCTHIX apu(PMETHUECKUX MpeoOpa30BaHUA IMOTy4YaTh OKOJIO JICCSTH
Pa3IMYHBIX XapaKTEPUCTUK MEpBUYHBIX mnporeccoB (orocunteza B ®C |l. Onnako,
JUISl [IMAaHOOAKTEPUH JTaHHBIN TOJXOJ] HE MPUMEHUM H3-3a 3HAUUTEIHLHOTO BKJIAAa
bayopecueniuu ObC, nepekpriBaromieics ¢ guyopecieHiiei xaopoduiia B KpacHOM
YaCTH CIIEKTpA.

Kak ormewanmoch panee (cM. pasznmen 1.4), KBaHTOBBIM BBIXOJ KOMIIOHCHTOB
CBETOCOOMpAIOIIUX AHTEHH IHaHoOakTepuil - puxoOunmHoB gocturaer 0.6, a ux
KOHIIEHTpAIUsl B KJIETKE 3HAYUTEIHHO MPEBBIIIAET KOHIIEHTPAIUIO JIFOOBIX JIPYTUX
MUTMEHTOB. B TakWx yCIIOBHUAX 3aTPyJAHHUTEIBHBIM CTAaHOBUTCS KOPPEKTHOE
OTIpeJIeICHUE U UHTEPIPETAIHs HaYaIbHOTO YPOBHS (IyOpeceHInu F ¢ TOMOIIbIO
PEA, FIRe u momoOHbIXx mpubopor [161, 162], perucTpupyrommx HHIYKIHOHHBIE
KpuBble (Quryopecuennun xinopodmina. [lostomy, m3BectHoe otHomieHue (Fy —
Fy)/F) B maHHOM ciydae HE OTpa)kaeT MCTMHOW aKTUBHOCTHh (DOTOCMHTETHYECKOM
1enu, Kak u apyrue napamerpsl JIP-tecta. [losTomy aig nccnegoBaHus TaKUX CUCTEM

H€O6XOI[I/IMO HCITOJIb30BAHUC AJIbBTCPHATUBHLIX aHATUTUYCCKHUX MCTOOOB.
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Puc. 10. XapakTepHblii BUJ KHHETUKH CBETOBOM WHIYKIIMH [EPEMEHHON (IIyopecieHINH
xsopoduiuta. KpacHbIM moka3zaHa armpoKCHMAIIHs HAa4aJIbHOTO y4acTKa HHIYKIIMOHHON KprBoii (OJ)
C TIOMOIIIBIO 3KCTIOHEHITUANILHO 3aTyXarome GpyHKuuu.

AHann3 MHIYKIIMOHHBIX KPUBBIX, MpemioxeHHbid DanpkoBcku (Falkowski),
3aKIII0YaeTCs B TOM, YTO MHAYKIIMOHHBIC  KpPHUBBIE ¢uryopecueHIuu

anMpPOKCUMHUPYIOT CyMMOM dKcroHeHT [163]:

X©) =15 )

rae A; - aMIUTUTY/Ibl KOMITOHEHT, T; - COOTBETCTBYIOIIIME UM BPEMEHHBIE TOCTOSTHHBIE.
OObiuHO, T, OOJlee YeM Ha TOPAJNOK TNPEBOCXOJUT Ty, TaKUM 0OOpazom,
9KCTHIOHEHIIMAIbHbBIE cocTaBistomre GyHKIu X (t) He MepeKPHIBAIOTCS BO BPEMEHHU
[164]. Ecnu npuHATH MUHUMAJIHOE 3HAYCHUE (IIyopeclieHIMn F, paBHBIM HYJIO, a
MakcumanbHoe F,, — paBHBIM eguHMIE, TO 3HaueHue ¢ynkuuu X(t) Oymer
cooTBeTCTBOBaTh A0Jjie PL] B 3akpbITOM COCTOSSHMM B MOMEHT BpeMeHHM t. Takum
o0pa3oM, HOpMHPOBKA MHIYKIIMOHHBIX KPUBBIX TIO3BOJISICT aHAIM3UPOBATh N3MCHECHHE
dayopectieHIMN  XJopoduiia, HMCKIIOYUB TOCTOSIHHBIM BKJIaA  (IIyOpeCIEHITUU

AHTEHHBIX KOMJIEKCOB (DUKOOMIIHCOM.
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KoncTanTa ckopocTt POTOXUMUYIECKON peaKIIUU MPOTIOPIIMOHATBHA TNTIOTHOCTH
noTtoka (OTOHOB BO30YyXXHaromiero uMmiyiabca [, U 3OPEKTUBHOMY CEUCHHIO
dnyopectieniun PLI ®C 1l g [164]. [ostomy mons PLl ®C2 B 3akpsiToM

coctossuuu X (t) MOKET OBITH OIpeesIeHa CIEAYIOIMM 00pa3oM:
X(t) = 1 — e~ ooculot (10)

Takum o6pa30M, I[aHHHﬁ IoAXoa K aHaJIN3y MHAYKIHNOHHBIX KPHUBLIX IIO3BOJIACT
OLICHUTD 3(1)(1)€KTI/IBHYI-O BCIIMYUMHY AHTCHHOI'O KOMIIJICKCA, B PC3YJIbTATC N3MCPCHUA

ceuenus GuyopecueHnuu PLL @C Il ggcy;.

JIs1st uccienoBaHus MPOLIECCOB MEPEHOCA SHEPTUH B MPUPOJHBIX U TUOPHIHBIX
CUCTEMax PpEruCTPUPOBAIM KPUBBIX HWHAYKIHMH (PIYyOpEeCHEHIUH C TOMOIIbIO
npubopos: Handy-PEA (Plant Efficiency Analyzer) Hansatech (BemukoOpuTanus) c
JUTUHOM BOJIHBI BO30OYyxkAatomiero ceera 655 um; FIRe (CIIIA) Bo30yxaenue 470 u 590
uM; FL-3000 ¢ BO3MOXHOCTBIO TeMIEpaTypHOM crabuim3anuu obpasima u
BO30ykaeHneM ¢uyopecueHuu npu 635 um PSI (Yexwus); a Takxe dayopumerp
BBICOKOI'O BPEMEHHOTO pas3pellieHusi, pa3zpaboTaHHbli Ha Kadeape OHODU3UKU

ouosornueckoro daxyiabrera MI'Y, Bo30yxnenue 455 um [161].
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2.2.4. U3MepeHue BpeMeH KU3HU BO30Y:KI€HHBIX COCTOSIHUI TTPOBOIMIIMA C TTIOMOIIIBIO

CIICKTPOCKOIIMH BBICOKOTO BPEMCHHOT'O pa3pCIICHMA.

Kak M3BecTHO, MHTEHCHBHOCTH (iyopecuennuu /! mpsmo mpomoprmoHanbHa
KBAaHTOBOMY BBEIXOZy (uyopecueHmmu /!, Ho Takke 3aBHCHT OT psAma APYTHX
TIapaMeTpOB, KOTOPhIE MOTYT MeHAThCA B 3kcriepumente: [/t~ e, cK [148]. ITosTomy
W3MCHEHUS WHTEHCUBHOCTH (DIIyOpECICHIIMM MOKHO OJIHO3HAYHO CBS3BIBATH C
W3MEHECHHUSIMU KBAaHTOBOTO BBIXOJA JIMIIb B CHUCTEMAaxX, I KOTOPBIX BCE MpPOYHUE

MapaMmeTpbl HOCTOSHHBI.

C apyroii CTOpPOHBI, KBAHTOBBIA BEIXOA (hryopectennuu ¢’' ompenensercs
IPOCTHIM OTHOIIEHHEM KOHCTAaHT CKOPOCTEH H3IydaTelbHOM U Oe3bI3lydareabHOu
JIe3aKTUBALUA BO30YXKJIEHHOIO COCTOSIHUSI, M MPONOPLUHUOHATIEH BPEMEHM KU3HU

BO30YXIIeHHOTO cocTosiHus T [148]:

oK _
Yiki 7o (11)

%

OueBHIHO, JIFOOBIE U3MEHEHUSI KBAHTOBOTO BbIX0J1a (DITyOPECIICHIIMHA COMIPOBOXKIAIOTCS
M3MEHEHUSIMU BPEMEHH KHU3HU (uiyopeciieHInu T. MiHade roBopsi, u3MepeHne BpeMeHu
YKU3HH TIO3BOJISIET MOJIYYUTh OIIEHKY KBAHTOBOTO BbIX0/1a (Piryopodhopa BHE 3aBUCHUMOCTH

OT €TI0 KOHLCHTpAILIUH.

JUiss  perucTpalii ~ MTHOBEHHBIX  CHEKTpoB  ¢uryopecueHimu  ObC,
(bIyOpeCIeHTHBIX OCIKOB, TPUNTO(GAHOBBIX OCTATKOB B OelkaX M OEJIKOB, MEYCHBIX
(bIyopeceHTHBIMH KPacUTEIISIMH, B JaHHOW pabdOTe€ HCIOIb30BaId METOA BPEMS-
KoppenupoBaHHoro cuera enuHu4HbIX ¢GoToHOB (Time Correlated Single Photon
Counting, TCSPC), peanu3zoBaHHBIi Ha jgeTekTopax © 1atax Becker&Hickl

(T'epmanus).

Meron cyera (QOTOHOB TO3BOJISIET PErMCTPUPOBATH KUHETUKH 3aTyXaHUs
(bayopecleHIIMN Pa3IMYHbIX COCAUHEHUN U ONpENeNsTh HE TOJbKO WHTEHCHUBHOCTH
(ayopecuenmu g, HO M BpeMs KHU3HH BO30YKIEHHOTO COCTOSHMA T. Bo3Oyxnenune

(bayopecleHIIuN OCYIIECTBIACTCS (PEMTO- M MUKOCEKYHJIHBIMHU Jla3epaMHU C HU3KOU
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WHTCHCUBHOCTBIO, YTO TIO3BOJISET TPEJAOTBPATUTH (OTOJIErpajanuo  obpasiia.
EnvHudHbie KBaHTHI (DIIyOpECICHIINH, TIONAIA0IIMe HA IETEKTOP, PETUCTPUPYIOTCS KaK
OTICIIBHOE COOBITHE, ITOTOMY COOTHOIIECHUE CHTHAJ-IIYM 3aBUCUT OT BPEMCHH
HAKOIJICHWS CHTHAJIa, 4YTO T[O3BOJIIET PETUCTPUPOBATh KHHETUKU 3aTyXaHUs
dayopeciieHIMM  CHJIBHO pa30aBICHHBIX PAcCTBOPOB H  CAWHWYHBIX  MOJICKYJI.
Vcnonp30BaHne MeETrarepIioBbIX Ja3epoB II03BOJIICT HAKAaIUIMBaTh WHGOPMAIIUIO O

00JBIIIOM KOJTMYECTBE (DOTOHOB 32 KOPOTKHE BPEMEHHbBIC HHTEPBAJIbI.

[TockonbKy BpeMms >KU3HHM (PIIyOpecleHIIMM HE 3aBUCHUT OT IeoMeTpuu olpaslia,

MCTOJ CUCTAa (1)OTOHOB IIO3BOJIAICT pa6OTaTL KaK C paCTBOpaMH, TaK U C TBCPAbIMU TCIIAMH.

Ha nannblit MOMEHT, HaMU pa3padOTaH U3MEPUTEIIbHBINA KOMIUIEKC, OCHOBAaHHBIM
Ha matax SPC-130, DCC-100 u 16 xanansHOM AeTeKTOpe ¢ moiauxpomaropom PLM-16-
C (Becker & Hickl, I'epmanust), mo3BoJisitomuii OAHOBPEMEHHO PETUCTPUPOBATH 10 16
KMHETHK 3aTyXaHus GIyopecleHIIMN B CreKTpaibHOM auarna3one oT 250 go 800 uMm ¢
MMUKOCEKYHIHBIM BPEMEHHBIM pasperieHneM. [[ins Bo30ykaeHus ¢GIyopecieHIINN B
paboTe HCHoab30BaIM Ha0Op MUKOCEKYHAHBIX JazepoB — 270 u 280 um (Edinburgh
Instruments, BenukoOpurtanusi), 405 u 510 am (InTop, Poccus) u 635 um (Becker &
Hickl, I'epmanus), a Takxe napameTpudeckuii eMTOCEKYHIHBIN TE€HEPAaTOp CBETOBBIX
umirynbcoB  TOPOL-1050-C  (Avesta Ltd., Poccusa) ¢ BO3MOXKHOCTBIO IIJIAaBHOM
NEPECTPOMKH JJTMHBI BOJHBI M3JTydeHHs B AuanazoHax oT 680 qo 1000 uMm (signal) u ot
1100 no 2300 um (idler). ITpu momomu ramsBaHo-ckaHepa DSC-120 (Becker&Hickl,
["'epMaHusi) U3MEPUTETHHBIN KOMIUIEKC COBMECTHUM C ()IIyOPECIEHTHBIM MHUKPOCKOIIOM,
YTO  TO3BOJISIET  MOJydaThb  KOH(OKaIbHBIE  (DIYyOPECHEHTHBIE  HU300paKeHUS
MHUKPOCKOITMYECKUX OOBEKTOB B PEXKUME PETHCTPAIIMN BPEMEHH JKH3HU BO30YKICHHBIX
coctosinuii (Fluorescence Lifetime Imaging Microscopy, FLIM). JlaHHbIi KOMIUIEKC
WCITOJIB30BAJIM TSI MCCCAOBAHUS SHEPTETHUYCCKUX B3aMMOJICHCTBHI KapOTHHOMJIOB C

pas3IM4YHbIMU IIUTMCHTAMH B COCTAaBC OCITKOBBIX KOMIIIEKCOB.
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g DCC-100
Muranune

dnyopecLeHTHasA CNeKTPOCKONMA - SPC-130EM
HaKa4yK1-30HAUPOBaH KA SYNK

C BpeMeHHbIM pa3pelleHneM OT cbc A0 HC
OeTeKkTop eAMHW4YHbIX QOTOHOB

{HMP-100-07C)

MoHoxpomaTop
(ML-44)
Monspusartop
L
9:
OGpase
M, M M paseu m WM
(410-2500 Hwm)
(550-700 Ha) (262 Hw)
OPOQ-BBO
Yb-LASER (TEMA-150) (355 Hm)
80 MI'y SHG SHGIFHG
150 doe (ASG-0-1250) (AFsG-A)
i M n Nd:YAG
Main (1050 i) , 7] ommecoi (LQ529A)
Idler (1100-2300 Hm) N 7 M | (380-500 Hm) 3apepwku 7 he
Signal (680-1000 ) M 0.1-10Ty
OPQ (TOPOL) /M
M

SHG (ASG-0-925)

Puc. 11. Cxema yCTaHOBKHM JUIS TPOBEICHHS DKCIIEPUMEHTOB IO PETUCTPAlK (IyOpECHEHIINH B
pexxume GeMTo-, MMKO- U HAHOCEKYHTHOW HaKadKW U 30HUPOBAHUS.

B oskcmepumentax ¢ (OTOAKTUBHBIMH O€lKaMH Ha IIKaJe BPEMEHH OT
MUJUTMCEKYH/I 10 CEKyHJ (POTOAKTHUBALMIO 3aIlyCKajlud CUHUM cBetonuoaoM (SOLIS-
445C, Thorlabs, CIIIA), wu3ayyeHue KOTOPOTO JAOIMOJHUTEIBHO KOPPEKTUPOBAIU
10JI0cOBBIM PpriibTpom (450 uMm, mmpuna 40 uMm, Thorlabs, CIIIA). u cdoxycupoBanu Ha
oOpasiie B KIOBETE€ U3 KBapIIEBOTO CTeKJa. Temmeparypy oOpasia cTabuIM3upoBaIu C
nomoliplo KroBeroaepxkarens Qpod 2e ¢ snementom Ilenpthe (Quantum Northwest,
CIIIA) u marauTHOM Memankoid. CoOCTBEHHYIO - TPUNTO(AHOBYIO W TPHA3ZHHOBYIO
bayopecuieHIuo 0eyika BO30YKIadu UMITYJbCHBIM cyOHaHOCEKYHAHBIM (700 mic) Y-
CBETOAMOJIOM TIpU YacToTe cienoBanus ummyiabcoB 20 MI'y (EPLED 265, Edinburgh
Instruments, [lotnanaus) ¢ makcuMmanbHOM SMmuccued npu 270 HM u cpeaHen
MoIHOCTHIO 0.6 MKBT, CKOppEKTUPOBAaHHOHN € MOMOILBIO METAIIIMYECKOIO MOJI0COBOTO
¢unpTpa (270 BHM, mwmpunHa 15 HM, Chroma, CIIA). Takas Manas MOLIHOCTb
30HAMPYIONIETO CBETa HE BBI3bIBAJIA W3MEHEHUW YpPOBHS W3IydeHHUs TpumnrtodaHa u
TUPO3HMHA B XOJI€ JUTUTEIbHBIX SKCIIEPUMEHTOB. DIyopecleHIInI0 00pa3IiioB B TUana3oHe
300-400 HM cobupanu TEPHEeHIUKYJSIPHO TMYTH BO30YXIAIOIIEro Jiyda dYepes

KOJUIMMallMOHHYIO JIMH3Y, COCAMHCHHYIO CO CBCTOBOJIOM 16-KaHAIBHOTO ACTCKTOpPa
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onuHouHbIX poroHoB (PML-SPEC, Becker & Hickl, I'epmanus). Cnexkrporpad ocHaiieH
nerekropoM PML-16-C u mudpaxkuumonHoit pemerkoir 1200 nuHUE / MM, 4YTO
o0ecrnieunBano paspeueHue 6,25 HM A KaXI0ro OTACIBHOTO CIIEKTPAIbHOTO KaHaa.
dnyopecuieHIIMI0 B 16 CHEKTpaJIbHBIX KaHajlaX OJHOBPEMEHHO PETUCTPUPOBAIHU C
MTOMOIIBIO CUCTEMBI KOPPEITMPOBAHHOTO 10 BPEMEHU U JIJTMHE BOJHBI OJHO(POTOHHOTO
cuera, ocHoBaHHOW Ha Moxayiae TCSPC (SPC-130EM, Becker & Hickl GmbH,
I'epmannst). CuHuid cBeroawon ympasisercs apaiiBepom cetonuoaa (DC2200,
Thorlabs, CIIIA), koTopsrii Takke obecrieunBaeT curHaibl TTL 1isi CHEXpOHH3AIUH C
cuctemoit TCSPC. Annaparnoe obecnieuenue TCSPC ucnons3oBanu B pexxume FIFO,
TaKM 00pa3oM 3aIUChIBas MIOTOK CIIEKTPATLHO Pa3pEIICHHBIX OJMHOYHBIX (DOTOHOB. B
nporpaMMHOM obecriedeHun s u3Mepenuit (SPCM  9.82, https://www.becker-
hickl.com/products/category/software/ Becker & Hickl GmbH, TI'epmanus)
UCIIOJIb30BaJICS TakK HasbiBaeMbli pexxuM MCS TA (MHOrokaHaJIbHOE TPUTTEPHOE
HAKOIUICHUE), KOTOPbINA ucnosb3oBall curHas TTL oT apaiiBepa cBeTOAMO1a B KAUECTBE
OTOPHOTO TPHUITEpa. DTO MO3BOJWIO MPOBOAUTH IOCIEIOBATEIFHOE YCPEAHEHUE WU
YBEJIUYCHHE OTHOUIEHUS CHUTHAJI-IIYM TIPU  3allCH  KUHETHUKA  HM3MEHEHUU
WHTEHCUBHOCTH (IYOPECICHIIMN TPUNT(PAHOBBIX OCTATKOB B OCJIKE TpHU JCHCTBUHU

KOPOTKHUX (~ MC) aKTUHUYECKHUX BCTIBIIIKAX.

JIns vccnenoBaHusl CKOPOCTH pas3pbiBa BOAOpOoAHbIX cBa3eil B OCP B pexume
(dbeMTOoCeKyHIHOM HaKa4YKu ¥ 30HAUPOBaHUs (DITyOpECIEHITNI0 TpUnToaHa BO30YKIalu
Ha JUIMHE BOJHBI 262 HM (DEeMTOCEKYHIHBIMH HUMITYJIbCAMH, MOJYYEHHBIMU OT 4-i
rapmonukn (FHG) demrocekynnnoro nazepa Ha Yb (TEMA-150 u AFsG-A, Avesta
Ltd., Poccus), npu yacrote cnegoanus 150 ¢pc ummnynscos 80 MI'. Bropast rapmonuka
(SHG) ot Toro ke onTHueckoro reHeparopa (525 HM) HCMOJIb30Baiach B KayeCTBE
UMITYJIbCA HAKaYKH, TTOCKOJIBKY €€ U3TyUYEHHE XOPOIIO MEPEKPHIBACTCS C TIOTJIOMICHUEM
kapotuHonnaa B coctaBe OCP. BpemeHHbIe 3aJIep>KKH MEXKIy UMITYJIbCAMHU HAKauKH U
30HUPOBAHKS KOHTPOJIUPOBAIH onTHUeckoit muauei 3anepxku (GCD-302002M, DHC,
Kurait). MomHOCTh J1a3epa peryaupoBajy ¢ MOMOIIBI0 HEUTPATbHBIX CBETOPHIBTPOB U

OOBIYHO B 3KCHIeprUMeHTax He mpebimana 10 MBT nis 3ouaupyromero ummynbca u 500
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MBT s Hakauku. Cxema ycTaHOBKHM MOKa3aHa Ha puc. 11.

Kunetuky ¢iayopecteHIIuN anmnpoKCUMHUPOBAIH 3aTyXarollel SKCIIOHEHTON C
y4eToM ammnapatHoi ¢pyHkiuu B makeTe nmporpamm SPCImage (Becker & Hickl GmbH,
[epmanus). B ciaydasx, Korjga UCIOJIb30BAHUE MOHOIKCIIOHCHIIMAILHON MOJICITH HE
TI03BOJISUIO Y/IOBJIETBOPUTENILHO OIMHUCATh 3aTyXaHHE (IIyOPECICHIIMH HCCIICTYEMbIX
00pa3ioB, UCIOJIL30BAIU JIBYX U TPEXIKCIOHCHIMATBHYIO MOJICNb, YTO MO3BOJISIIO

SHAYHUTCIIBHO COKPATUTDb 3HAYCHHUC XZ.

2.2.5 CrHekTpockonusi MU MHKPOCKONHS KOMOUHAIIMOHHOIO paccesiHUsl CBeTa
UCIIOJIb30BaNach JUIsl M3y4YeHUs KOH(MOpMAIMu KapoOTHHOMJOB B Oelkax U
pacnpeneneHuss KapoTMHOMJIOB 1O o0pasiy. g 3Toro B paboTe HCMOIb30Balu
koH(pokanbHbt MuKpockon Ntegra Spectra (NTMDT, Poccus) mns kotoporo Oblia
pa3paboTaHa cUCTEMa MPOTOYHON HUPKYJIALMU 00paslia B CTEKISHHBIX KalWJUIspax.
JIuHelHo MoIsPU30BaHHBIN CBET OT Jiazepa (HPOKYCHPOBAIHM Ha 00BEKTE C MOMOIIIbI0 20X
(NA=0.4) umu 50X (NA=0.8) o0bexTrBOB. Cpe/lHssI MOIIHOCTH Jia3epa Ha BBIXOJE U3
oObekTHBa cocTaBisuia okojo 0.5 mMBT. Bpemss HakomieHuss OAMHOYHBIX CIEKTPOB
BapbHpoBaIX OT 10 CEKyH1 10 2 MUHYT B 3aBUCUMOCTH OT TUIIAa U3MepeHuid. 3mepenus
KP cnekTpoB BkjItOUaau B ce0si OAUHOYHBIC CHEKTPHI, CIIEKTPHI, 3aPETUCTPUPOBAHHBIC

BAOJIb JIMHUH, UJIN ABYMCPHBIC I/I306pa)I(GHI/I$I.
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Puc. 12. [Ipumep cnekTpoB KOMOMHAIIMOHHOTO PACCEeSIHUS Pa3InYHbIX KAPOTHHOUIOB B OPraHUYECKHUX
pPacTBOPUTENSAX U B COCTABE MUTMEHT-0EJIKOBBIX KOMITJIEKCOB.

Cnektp KP xaporunouaoB B nuanazone 800-1600 cmt COAEPKUT 4 OCHOBHBIC
moinockl  (cM. puc. 12), mnpupoga KOTOPBIX XOPOIIO H3BECTHa Oaromaps
MHOTOYHCJICHHBIM ~ JKCIIEPUMCHTANIbHBIM ~ pabotam [165-168] um Teopernueckom
OTIMCAaHUIO C TIOMOIIBIO METOJOB KBAHTOBOW XUMHUHU (Teopus (HYHKIIMOHATLHOM
mwiotHocTr) [169, 170]. K ocHOBHBIM KOJIE0AHUSM OTHOCSTCS: V; — KOJICOAHHS IBOMHBIX

ceaseit (1520 cm™), v, — konebanus omunapusix csazed (1160 cm?), v - konebanus
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meTuibHeIX rpynm (1010 ecm™?), u v, — xonebanus aToMOB BOJOPOAA BHE ILIOCKOCTH
nomenosoii neru (hydrogen out of the plane, HOOP, 980 cm™?). Ouenka nonoxeHus
YaCTOTHBIX CIBHUIOB B criekTpax KP sBiseTcst yI0OHBIM HHCTPYMEHTOM I U3ydYCHHSI
KOH(UTYpaIli MOJICKYJIbl KapOTHHOHUA, TOCKOJIBKY OCHOBHBIC ONTHYECKHE CBOWCTBA

JTAaHHOW MOJIEKYJIBI ONpenestoTcs 3P(GHEeKTUBHON ATUHONU COMPSKEHUS T-3JIEKTPOHOB.

HM3MEHEHUS 3I€MEHTOB BTOPUYHON CTPYKTYPBhI OCIKOB HCcCJIcaoBain C IIOMOIIBIO

METOJIOB CIIEKTPOCKOIIMU KpyroBoro auxpomsma (cmekrpoMerpbl Chirascan dichroism
spectrophotometer (Applied Photophysics) u J-1100 CD spectrometer (Jasco,
I'epmanns)) [171] u UK-cnekrpockonnu ¢ dypbe mpeoOpa3oBaHueM (CIIEKTPOMETP

PerkinElmer Spectrum-2) [172].

2.2.6 UccaenoBanusi CTPYKTYPbI 0€JIKOB 1 0€JIKOBBIX KOMILIEKCOB B PacTBOpE ObLIH
BBIMOJHEHBI ¢ noMomibto: (1) audpakromeTpunm  ManmoyriioBoro paccesHus
peHTreHoBckoro manmydenus (Small Angle X-ray Scattering, SAXS) Ha cuaXpOTpOHE
DESY - PETRA Il — P12 (T'am0ypr, ['epmanus); (2) audpakromeTpun MaaoyrioBOro
paccesinusa HelTpoHoB (MLZ, I'apxunr-6aiti-Mronxen, ['epmanust). [IpoctpancTBeHHbIE
ctpykTypel OCP 1 AnaCTDH BbICOKOro pazpeiieHusi OblIM MOJIYYEHBI C MOMOUIBIO
aHanu3a Judpakiuyu PeHTTeHOBCKUX Jiydel Ha cuHxpotpoHax DESY Petra IIT (P14
beamline, 'amOypr, I'epmanus) u European Synchrotron Radiation Facility (ESRF,
beamline ID 30-A1, I'peHo6sb, @panims).

NHTEHCUBHOCTH MAJIOYTJIOBIO paccestius [ OT MPOCTPAHCTBEHHOM KOOPAUHATHI (
(mpomoprioHaIBHOW YTy paccessHus 6, cMm. puc. 13.) Ha pa30aBIeHHOM pPacTBOpE

MOHOMCIICPCHBIX YaCTHUI[ B OOIIIEM BH/IC TIOJUMHSICTCS ypaBHeHHIO [173]:

I(q) =~ McAp?V*P(q)S(q) (12)

rane M — MOJIeKyJsipHBIM BEC YaCTHIbl, C - KOHILEHTpauus 4YacTtuil, A - pa3HuUa
IJIOTHOCTEN MJIMH paccestHus oOpasiia W pacTBoputens, I/ - o0beM paccenBaromei
vactuiel, P(q) — hopm dakTop, KOTOPBIH sBIIsIETCS PYHKIMEH yCpeTHEHHOU (HOPMBI 1

pasMepa paccenBaronux yactuil, S(q) - 3hGEeKTUBHBINA CTPYKTYPHBIN (aKTop, KOTOPHIH
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paBeH eAUHMIIE JUIs Pa30aBIEHHBIX PAaCTBOPOB B OTCYTCTBUHU B3aMMOECHCTBUS MEXIY
OTZEIBHBIMU YaCTULAMH. OJTH MapaMeTpbl ONPENEISIOT BO3MOXKHOCTH METOAa UL
u3ydeHus (opmbl OHMONOTMUYECKHX MAKpPOMOJIEKYJd, UX B3aUMOJICHCTBUS TpHU

o0pa3oBaHHK KOMILJICKCOB M KOH(POPMAIIMOHHYIO MOABHKHOCTE [174].

l

PeHTreHOBCKOE U3nyyeHue NPoOXoAAwmMi Ny4oK k.
AN NYYOK HEMTPOHOB O6paseL

4 0
q= lsm

Puc. 13. [lpunnunuansHas cxeMa 3KCHEPUMEHTOB 10 M3MEPCHHIO MHTCHCHUBHOCTH PACCESIHHS HA
pactBopax OenkoB. @ororpaduu MOKa3pIBAlOT YCTAHOBKY Ui OOJMy4YeHHs 0Opasia KapOTHHOHIHOTO
Oesika B TIPOILIECCE PETUCTpAIMU MAaJIOYTJIOBOrO paccesiHus HeluTpoHoB u oOpaszenr OCP mocne
00JTy4eHHS] CHHUM CBETOM.

Oyukius napHoi Koppensaiuu p(r) U MaKCUMAJbHBIA pa3Mep YacTHIbl Doy,
ObUIM  OmpeAeNieHbl IMYTEM aNMpOKCUMAlMM  HKCIEPUMEHTAJIbHBIX JaHHBIX C
UCIIOJIb30BaHUEM MeToaa mpeodpaszoBanus dypwe (Indirect Fourier Transform, IFT),
peanuzoBanHoro B iporpaMmme GNOM [175]. CTpyKTypbl ¢ HU3KUM pa3peiicHrueM ObLTH
HOJYYeHBbI ¢ Hcmoiib3oBaHueM ¢GyHkuun DAMMIN makera mporpamm ATSAS [176],
pazpaboranHoro moxa pykoojactBoM J[.M. CseprynHana. CTpyKTypHbIE MOJEIIH,
MOJIy4YE€HHBIE B paMKax OJIHOTO MCCIEA0BaHUSA, OOBIYHO YCPEAHAIUCH 10 20 UTepaiusim.
Hannasie SAXS u SANS Obutn MpoaHaIM3uPOBaHBI C MTOMOIIBIO MPOTPAMMHOTO TaKeTa
CORAL (COmplexes with RAndom Loops), KOTOpbIil MO3BOJISIET YUYUTHIBATH THOKHE
4acTH B M3BECTHOW KPHUCTAJUIMUECKON CTPYKType, B TO BpeMsl KaK OCTaBIIasICS 4acTh
MOJIEKYJIbl MOJEJIUPYETCs Kak TBepaoe Teno. B aHamuze, mpoBeACHHOM ISl KpacHOM

¢dopmer OCPR, crpykrypubie nomenst NTD (octatkm 19-163) u CTD (octatkm 171-311)
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OBUTH MIpEeICTaBIEHBI KaK TBEP/IbIC Tela Ha ocHOBE CTPYKTYpsl 3MG1. B cBoto ouepensp,
N-KoHell, COOTBETCTBYIOIINM ITepBbIM 18 ocTaTkam, 1 IMHKepHast 00JacTh (octaTku 164-

170) ObLIH TTOABHUKHBIMU.

[Mporpammer  CRYSOL u CRYSON [177] wucnonw3oBamu Juis  pacdera
TeopeTnyeckux KpuBbix SAXS u SANS, COOTBETCTBEHHO, HA OCHOBE KPUCTAILNTMYECKUX

CTPYKTYp U MOJIeJIeH, oJydeHHbBIX B pe3ynbrate anainum3a DAMMIN u CORAL [178].

SANS-skcnepumenTsl Ha obpasuax OCP u OCPW288A mnpoBoguinch Ha
majoyrioBoM mudpakromerpe KWS-1 (JCNS, MLZ, T'apxunr, ['epmanus). KWS-1
UJICATBHO MOAXOIUT JJI BHIMOJIHEHUSI U3MEPEHUI ¢ BBICOKUM pa3pelieHreM Oaroaaps
MajoMy pa3Opocy JUIMH BOJH. JlnvHa BOJXHBI HEHUTPOHOB, MCIOJIb30BAaHHAs B
SKCIIepUMeHTe, cocTapisia 5 A. M3MepeHns IpoBOMIM HA JABYX PACCTOSHUAX MEKITY
00pa31oM U IETEKTOPOM paBHBIM 8 1 20 M, YTO TTO3BOJIHIIO MTOKPHITH Auana3oH g ot 0,006
no 0,45 A7'. TIpomemypa o0OpabOTKM JaHHBIX BKJIIOYAJa KOPPEKIHMIO II0 Macke
YyBCTBUTEIBHOCTH JeTekTopa. OOpaboTka MEPBUYHBIX JAHHBIX OCYIIECTBISIACH C

nomonibio porpammel QtiKWS (https://www.gtisas.com/qtikws).

SAXS-nanHblie ObUIH MOTYUYEHBI C TOMOIIBIO CHHXPOTpOHHOTO M3nyueHuss PETRA
I11 - P12 (DESY, I'am6ypr, ['epmannst) ¢ anunoi okl 1.24 A npu 10 °C. J{ns kaxmaoro
oOpasia cobupanu He MeHee 20 KaapoB ¢ dKcno3unmen nopsaka 50 Mc, KOHTPOIUPYS

HaJIMYME UM OTCYTCTBUE MOBPEXKICHUN 00pa3iia CBA3aHHBIX C O0JyYEHUEM PEHTTEHOM.

MeToapl peHTIeHOCTPYKTYPHOTO aHaiu3a ObUIM WCIIOJIB30BAHBI JJISl TTOTYUYEHUS
moaenun mytanta OCP ¢ 3ameno Tupo3uHa-288 Ha Tpunrtodan. /s 3Toro mMeTroaom
«BUCSIIEH Karium» ObUIM MOJy4YeHbl KPUCTAUIBI Oenka pasmepoM mopsaka 100 M.
JanHble nudpakiiuu peHTTeHOBCKUX Jydeil Obutn coOpanbl ipu Temmneparype 100 K Ha
yctanoBke P14 cuaxporpona DESY-Hamburg (Petra III, ['epmanust) ¢ ncnonp3oBaHueM
nerexkropa Dectris EIGER 16M. [ludgpakuuonnsie ganHbie 00padaThiBaId C MOMOIIbIO
nporpammbel  XDS.  CtpykTypsl ObUIM  pacmimdpoBaHbl C  UCHOJIB30BAaHUEM

mojekysipaoro 3amenieHust B MOLREP [179] u ctpykTypst PDB ID 4XB5 B kauectBe
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MoOJENH i1 noucka. [lepen yrouHeHneM MOJIeKyJla KAHTAaKCAHTHHA, IPUCYTCTBYIOLIAS B
cTtpykrype 4XB5, Obina ynaneHa, yToObl M30€XaTh CUCTEMATUYECKOM OIIMOKHU TpHU
MOJICTUPOBAHUN CTPYKTYphl O€liIKa C AXMHEHOHOM. 3aT€M ASXMHEHOH ObLUI BPYYHYIO
JOCTPOEH B COOTBETCTBYIOWIEW JJIEKTPOHHOW IUIOTHOCTH B mporpamme Coot u
ucnojb30Ban st yrouneHus ¢ momombio REFMAC [180]. KoopauHaTtel aTOMOB |

CTPYKTYpHBIC (paKTOpHI ObLIM ACTOHUPOBaHBI B 0a3y AaHHBIX OenkoB (PDB).

Jist m3ydennst KOHGOPMAIMOHHON TMHAMUKHN KapoTuHouaHOTO Oenka AnaCTDH
B pacTBope ObUIM HM3MEPEHbI TOMOSICpHBIE U TreTeposifepHble cnekTpsl AMP. PadoTa
ObLTa BBITIOJIHEHA B paMKax cOTpyaHuuecTBa ¢ JlabopaTtopueit MarHUTHON ToMorpaduu
u crnektpockonuu ®OM MI'Y. TlomydeHHble pe3yabTaThl OBUTA HMCIOIB30BAHBI IS
OMpeNIeSICHUs] BTOPUYHOU CTPYKTYphl M MOJBMXKHOCTH OenikoBoil 1enu AnaCTDH.
Otnecenne curHanos H, *C u N Genkosoil nenu npoBoawiu myTeM aHamusza 3D

criekTpoB SIMP. PacueTsl ObUIH BBITTOJIHEHBI C TOMOIIIBIO Tporpammbl TALOS+ [181].

Cnektpol SIMP numepa CTDH usmepens! Ha ciekrpoMetpe Bruker AVANCE 850
MTI 11, 060pynoBanHoM TpexkananbHbM (1H, 3C, °N) kpromarunkom. Usmepenue 66110
BBITIOJTHEHO Ha 00opynoBaHuu Llentpa BeicokononbHoro AMP akanemun Hayk TaiiBaHs
(High-Field Nuclear Magnetic Resonance Center, Academia Sinica). Jlns u3mepenus
OBLI UCIIOIBb30BaH obpaszen guMepHoii popmel CTDH, o6oramennoro usoronamu 2C u
>N B koMIIEKCE ¢ KAHTAKCAHTHHOM (C IPUPOAHBIM conepxkanreM u3otonos C u °N),
Konnenrparuss Genka (B mepecuetre Ha MoHoMep) coctaBisia 0.2 MM. CrhekTpsl
u3Mepensl B pactBope 90% H,0, 10% D,0. Temmneparypa usmepenus crekrpos SIMP —

40 °C.

Beum u3mepens! 2D cnektprl reteposaepHoii koppensiuu 2C-*H HSQC u N-H
HSQC, a Taxxe 3D cnexrpsr BC-tH NOESY-HSQC u N-H NOESY-HSQC (Bpems
cmemrenus 120 mc) [182]. OtHecenne curHamoB Oenka B CIIEKTpaX OCHOBAaHO Ha
CpPaBHEHUHU C aHaNOTW4YHbIMHU criekrpamMu mMoHomepa CTDH. Bo Bcex cimydasix Obuio

IMPpOBCACHO CPAaBHCHHC HC TOJIBKO IIOJOXKCHHA PC30HAHCOB aMHIAHBIX CHI'HAJIOB B

cnekrpax ’N-'H NOESY-HSQC u CH pesonancos B cnekrpax *C-'H NOESY-HSQC,
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HO U Kpocc-iukoB B 3D cmektpax NOESY, xapaktepu3yromux MpOCTPaHCTBEHHYIO
om3ocTh npotoHoB rpynn NH unu CH (CH»2, CH3) k apyrum nporonam. HaGmronenue
XapaKTePUCTHUECKUX TMATTEPHOB KPOCC-MMKOB TO3BOJWJIO CJeNaTh OJHO3HAYHOE

OTHCCCHHUC OJIA OOJNBIIMHCTBA AMHMJIHBIX CUTHAJIOB.
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Puc. 14. Ciextp ®°N-'H HSQC 6enxa apo-CTDH, n3mepennsiii npu uactote 800 MHz u Temmepatype
35 °C. Konuentpauus 6enka 0.5 mM. [lokazaHo oTHeceHUE CUTHAJIOB aMUIHBIX IPYI OEIKOBOM LIETH.

benok-OenkoBble B3aMMOAECWUCTBHA M 00pa30BaHUE KOMIUIEKCOB H3YYaJIH C

MOMOIIIBI0 METOJIOB aHamuTH4eckoil renb-¢punbrpaiuu (AnSEC) ¢ BO3MOXHOCTHIO
PETHCTpALMK CIIEKTPOB MOTJIOMICHUS U (DIIYOPECHEeHIINN UCCleyeMbIX oopasios [183],

HaTuBHOTO U SDS-3mmekTpodopesa [140].

I[JIH MOACIUPOBAHUSA BJIMAHUA KOHd)ODMaHI/II/I KapOTHUHONAOB Ha CIICKTPAJIbHBIC

CBOMCTBAa OENKOBBIX MPENapaToB HCIOIb30BAIA METOAbl KBAaHTOBOW XHWMHUU (TeOpus
¢yHkumonaneHOM 1ioTHOCTH, DFT) [184-186] m MonekynspHOW JMHAMUKA C

UCrob30BanueM makera mporpamm GROMACS 5.0.6 [187].
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2.3 MeTobl OMUCAHUS MEPEHOCA IHEPTUHU YJTEKTPOHHOT0 BO30Y: KIeHHS

[TockonbKy mpu 0OCYX IEHUU PE3yIbTAaTOB Jajnee OyJeT 4acTO MCIOJIb30BAThCSA
TEPMUHOJIOTHSI, TIPUHATAs MPU OMHMCAHUM IMPOILIECCOB MUTPALMU HHEPTUHU, B JAHHOM
pazzelie pacCMOTPEHbI OCHOBBI METOAOB U YCIOBUSI X MPUMEHEHUS 1JI1 UCCIEAOBAHUS

CUCTEM NOHOP-aKLCIITOP.

2.3.1 ®ayopecueHTHBII pe30HAHCHBII NMepPeHoc IHEePTruu

Pa3paboTka (eHOMEHOIOrHYecKOil TEOpUU PE30HAHCHONM MUTpPALUU SHEPTUU
Obuta HayaTa B padotax C. M. BaBuiosa [188]. B Hux ObLIO YYTEHO CYIICCTBCHHOE
O00CTOSITENBCTBO, YTO BEPOSITHOCTh IMEpEAauyd HHEPrUU ONPEIESeTCS BCEMU
MOJIEKYJIAMHU, OKPY KAIOIIUMU JTAHHYIO, T.€. ABJICHHE HOCUT CTATUCTUYECKUI XapaKTep.
B nanbHeiiiieM 3Ta TEOpuUsi MepeHOCa SHEPTUU BO3OYKJEHUS MOJIydYnsia pa3BUTHE B
padotax depcrepa [189], 'ananuna u Jlekcrepa [188, 190-192]. ITonydeHHbIe B HUX
pe3yJIbTaThl MO3BOJIMIIN CBSI3aTh BEPOSTHOCTHU MIEPEHOCA SHEPTUHU OT OJHON MOJIEKYJIbI
K JpYyroil ¢ BEPOATHOCTSIMHU DJIEKTPOHHO-KOJIEOATEIbHBIX TMEPEXOJ0B B KaXKIOU
MOJIEKYJIE, T.€. C ONTUYECKUMH XapAKTEPUCTHKAMU B3aMMOJICHCTBYIOIIUX MOJIEKYI.
®depcrepoBckuii (MHora dyopecieHTHBIN) pe30HaHCHBIN TiepeHoc aueprun (Forster
(Fluorescence) Resonance Energy Transfer, FRET) — »To mepeHoc sHepruu
BO30Y)KJIEGHHOTO COCTOSIHUS OT JIOHOpA K akKLENTopy, MNPOUCXOAAIINil 0e3
MIPOMEKYTOUHOTO UCITYCKaHUsI (POTOHOB U SBJIIETCS PE3YIBTATOM JUMOIb-TUTIOIBHBIX
B3aMMOJCUCTBUM MEXIy JOHOPOM M akuentopoM. CKOpPOCTh IEPEHOCAa SHEPruu
3aBUCUT OT CTENEHW NEPEKPHIBAHMS CIEKTpa HCIYCKAHUS JOHOpa CO CIEKTPOM
MOTJIONIEHUS  aKIENTOpa, OTHOCUTEIBHOW OpPUEHTALMH JUIMOJIbHBIX MOMEHTOB
NEPEeX00B U pacCTosiHUs Mexay wmosekyidamu [189]. Mmenno 3to mpuBeno k
IMPOKOMY HUcTiosib3oBanuto FRET mist usmepenus pacctossHuii MEXKIy JTOHOPAMH H
aktenTopamu [192, 193]. CaenyeT OTMETUTBD, YTO JUIS H3MEPEHHUI HEOOXOIMMO, YTOOBI
JIOHOPHO-AKIENTOPHAs Tlapa Obliia pa3zesieHa PacCCTOSHUEM, KOTOPOe HE U3MEHSIIOCH

OBI 32 BpeMsI )KU3HHU BO30YKIECHHOTO COCTOSHUS JOHOPA.
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PaCCMOTpI/IM JAOHOP M aKICIITOP, HAXOJAIIUECA HA (1)I/IKCI/Ip0BaHHOM PaCCTOAHUHA

R. KOHCTaHTa CKOPOCTH IIepeHOCa SHEPrHH OT JOHOpA K akuenTopy Krompenemsercs

BBIPAXKECHUEM:
9000:In10-k?¢p4 o0 Fg(v)-eq(v)

k, = Wrea® g, (13)
27.n5.n4—.NA.R6.-L-d 0 v

rae k? — (akTop, ONMCHIBAIONIUIA B3aUMHYIO OPHEHTALMIO B HPOCTPAHCTBE
JUTIOJIBHBIX MOMEHTOB TIEPEXOI0B JJOHOPA U aKilenTopa (mpuMep Ha puc. 15), KOTOpbIi
MOKeT OBITh BbiuMciieH 1o opmyne k? = (cosOy — 3cos0, * cos8,)? (em. puc. 5),
(4 — KBaHTOBBIM BBIXOJ] JIOHOPAa B OTCYTCTBHE akKIENTOpa, N — IOKa3aTelb
npenomiieHus: cpenbl, Ny — unciao ABoraapo, R — paccTosiHUE MEXIy JIOHOPOM H
aKIETITOPOM, T, — BPEMS KHU3HU BO30Y)KICHHOTO COCTOSHHS JOHOpPA B OTCYTCTBHE
aKIeNTopa, V — BOJHOBOE 4MCIO, F; (V) — HOPMUPOBAHHBIN CIIEKTP (piryopeclieHIuu
JIOHOpa B IIKajJe BOJHOBBIX YHWCEN B JWama3oHe OT V 10 V + Av (cymmapHas
WHTEHCUBHOCTh MPUHUMACTCSI PaBHOM €MHULIE), £,(V) — KOIPDUIIUEHT SKCTUHKIIUH

aKIENTOpa, COOTBETCTBYIONINI BOJTHOBOMY uuciy v [194, 195].

<
\QD .:>6T
r o,
JoHop AKuenTtop
—
k=4 k=1 Ieo=.0

Puc. 15. [IumonpHble MOMEHTHI mepexonoB noHopa (D) m akmenrtopa (A), Haxopsmmecs Ha
bukcupoBaHHOM paccTosHUU R. (O, - yroa MexXIy AWIIONEM HCIYCKaHHUS IOHOpa W JTHUIIOJIEM
MOTJIOIIEHUS aKienTopa, 8; u 6, — yriasl MeXAy 3TUMU JAUMNOISMU U BEKTOPOM, COECIUHSIOLUIUM
JIOHOP U aKIIETITOP).
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Ecnu o6o3nauuth @, /14 Pd/ kak A; (KOHCTaHTAa CKOPOCTH HMCITyCKaHUS
JIOHOPA), @ MHTETPAJI TI0 BOJIHOBOMY YHCITY Kak | (MHTErpaj MepeKphIBaHUs CTICKTPOB)
U TIOJICTaBUTh BCE KOHCTAHTHI, BBIPAKECHHE [JI1 KOHCTAHTHI CKOPOCTH TIPUMET

CJICTYIOLINMN BUL:
2.
ke =8.71-224.10% (14)

WNHterpan  mepekpblBaHUs,  OTPAXKAKOWMK  CTENEHb  CHEKTPAJIbHOTO
NEPEKPBIBAHUSI MEXK/TY UCITyCKAaHUEM JOHOPA U MOTJIOIIEHUEM aKIIETITOPa, MOXKET OBIThH

TaKKe 3alucad B Ipyroi (hopMe B IIKaje JUIHMH BOJIH (A):
J =y Fa()- e 2*dA (15)

Taxoke mus ynporieHus: ypaBHeHHs (13) MOXHO OOBETUHUTH TOCTOSHHBIE
yiieHsl. [Ipu 3TOM BBOIMTCSA MOHsATHE (PepcTepoBcKoro paaunyca (R() Kak pacCTOSIHUS,
Ha KOTOPOM KOHCTaHTa CKOPOCTHU MepeHoca sHepruu (k;) paBHa KOHCTAHTE CKOPOCTH
3aTyxaHus (IyOopecLeHIMH J0HOpa B OTCyTCTBHME akuenrtopa (T;'). Ha sTom
pacCTOSHUM MOJIOBHHA MOJIEKYJI JIOHOPA I€3aKTUBUPYETCS 3a CUET EPEHOCA SHEPTHH,
a MOJIOBMHA — IO OOBIYHBIM U3JTy4aTeIbHBIM UK O0€3bI3TydaTeIbHbIM MeXaHnu3Mam. 13

ypasHenus (13) u ycnosus k, = 1, nomyqaem:

9000-In10-k? 0 Fg(v)eq(Vv
27.7-[5.n4-.NA 0 v4

[ToxcraBuB 3TO BBIpakeHHWE B ypaBHeHue (13) moslydaem MpOCTOE BBIPAKCHHE IS
KOHCTaHTbI CKOPOCTH IIEPEHOCA DHEPTUU:

=5 )

Td

O6wruno0 DepcrepoBekuii paguyc Haxomutcs B npegenax 20-100 A. Dror
JMarna3oH PACCTOSHUM CpaBHUM C JHaMETpPOM OOJBIIMHCTBA OETKOB M TOJIIMHOMN

OMOJIOrNYECKUX MeM6paH, 4TO IIPHUBOIXUT K MHOI'OYHCIICHHBIM IIPUMCHCHHUAM MCTOIOB
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perucTpalyy IMepeHoca dHEPruH B OHMOJOTMYECKUX HcciemoBanusx [148, 196-198].
JIroOble sIBJICHUs, KOTOpPHIE OKAa3bIBAIOT BIMSHUE HA PACCTOSHHE MEXKIY TOHOPOM HU
aKIEeNTOPOM, OYIyT BIMITH HA CKOPOCTh TIEPEHOCA DJHEPTUH, YTO T03BOJISICT
OXapaKTepu30BaTh WX  KOJIWYECTBEHHO C  TOMOINBIO  BpeMs-pa3perieHHON

(bIyOpecIIeHTHOM CIIEKTPOCKOIIUH.

Yacto B O3KCHEPUMEHTaX CTpeMsTcs H3MepuTh S(HPEKTUBHOCTH MEpeHoca
SHepruu E, KoTopas onpenensaercs Kak J0Js1 SKCUTOHOB, IIEPEAAIOIIUXCs OT JOHOPaA K

aKLEenTopy Oe3bI3IIy4aTesIbHO:

E=—X (18)

- T‘;1+kt

Bo3MoxHOCTh OLIEHKH 3(()EKTUBHOCTH IEPEHOCAa SHEPruM OCHOBAaHA Ha
U3MEPEHUH abCOIIOTHOTO UM OTHOCUTENILHOTO KBAHTOBOT'O BbIX0/1a (PIIyOpECICHIINN
B MpUCYTCTBUU F,;, 1 B OTCyTCTBUE F; aKienTopa UiIu BPEMEH 3aTyXaHUs B ITUX )K€
yCIOBUSIX (T4, Y T4 COOTBETCTBEHHO):

F=1—%d_q_Fda_ 4 _Td (19)

Pd Fg Tq

OnHako, KaK y>Ke 0TMEUYajaoCh PAaBEHCTBO MEK/Ty OTHOIIIEHHEM WHTEHCUBHOCTEHN
dayopeciieHUM W KBaHTOBBIX BBIXOJIOB COOJIIOJAETCS Jalieko HE I BCeX
IKCIIEPUMEHTATILHBIX YCIIOBUM, TI0O3TOMY OIPEIeSICHHe BPEMEH KH3HU BO30Y K ICHHBIX
COCTOSIHUN SIBJISIETCSL 00Jiee TOYHBIM M MPSIMBIM METOJOM OIIEHKH 3()(PEKTUBHOCTU

MUI'paliiy SHCPIruu.

Ecnu noacraButh ypasaenue (17) B (18), To addekTUBHOCTH TepeHOca SHEPTUN

MOJKHO HCITOCPCACTBCHHO CBA3AaTh C PACCTOAHUCM!

E=— (20)

HTak, ckOpoCTh MepeHoca SHEPTHH 3aBUCHT OT (pepcTepoBCKOro paanmyca Ry,

KOTOPBIH, B CBOIO OUYEPEb, ONPEALSIIeTCS BeIMUMHAMu Kk, n, @4 U J. 3HaUYCHHUS dTHX
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BEJIMYMH JOJDKHBI OBITh W3BECTHBI MJi BbIUMCIIEHUA paccrosHus. Ilokaszarenb
MPEJIOMJIEHUSI OOBIYHO M3BECTEH M3 COCTAaBa PACTBOPUTENS, Py OMPENETSAIOT MyTeM
CpPaBHEHHSI CO CTaHAAPTHBIMU COCAMHEHUSAMH [56] WM MHTEHCUBHOCTBHIO MOJIOCHI
KOMOHMHAIIMOHHOTO paccesiHus BoJibI [57], a UHTErpall mepeKpbIBaHUs JJIs apbl JOHOP-
aKIETITOP JOJDKEH OBITh BBIYHMCIICH W3 CTAIMOHAPHBIX CHEKTPOB TOTJIONICHUS U

¢bryopecieHIH akIenTopa u J0HOpPa, COOTBETCTBEHHO.

BakHO OTMETHTh, YTO B YpaBHEHHUSX, MPHUBEICHHBIX BBIIIE, MMPEIIOIaraeTcs,
YTO MPH CBA3BIBAHMHM C AKIEITOPOM BpEMS JKHU3HH (IYyOPECHEHIMH JOHOpa HE
U3MCHSIETCS 110 KaKUM-TH0O0 MHBIM MPUYMHAM KpOMe Oe3bI3ydareIbHOrO MepeHoca
sHeprud. OHAKO OTHOCHTEJIbHBIM KBAHTOBBIA BBIXOJ JIOHOPAa MOYET 3HAYUTEIHHO
COKpAIaThCs HE TOJIBKO M3-3a MPOIIECCOB TYIIEHUS BTOPOTo poza (1Mo KiaccupuKanmum
BaBuiioBa), CBsI3aHHBIX C MEPEHOCOM 3Hepruu. [Ipu B3auMoIeHCTBUN MOJICKYJT MOTYT
00pa3oBBIBATHECA  HE(IyOPECIMPYIONIME KOMIUICKCHI. B TakoMm cilydae CTEIeHb
TymieHus (GIyopecIeHIINN TYIIUTEIeM MOKET ObITh BhIpaxkeHa ypaBHeHHeM LlITepHa-
donbmepa [148]:
L =1+ k,1,[0Q] (21)

Pq

TI€ (g - KBAHTOBBIA BBIXOJ B NPHUCYTCTBHHU TYIIUTENS, To — M3JIy4aTENIbHOE BPEMS
Ku3HU (uyopecuenuy, [Q] - KOHUEHTpays MOJEKYN TYIIUTENs, K, - KOHCTaHTa
CKOpOCTH TylleHus (ayopecueHunu. Takum o0pa3oM, CHU)KEHHE WHTEHCHUBHOCTHU
¢dryopecieHIIMN JI0HOpa, PETUCTPUPYEMOE C TIOMOIIBI0 METOJIOB CTAaIlHOHAPHON
CHEKTPOCKOIMM, HE BO BCEX CIlIydyasx CBHJIETEIBCTBYET O IMEPEHOCE OSHEPruu
BO30Y KJ€HUSI IOHOPA K akienTopy (T.e. JUHAMHYECKOM TYyIICHUU (IyOpEClCHITUN).
OCOOEHHOCThIO TUHAMUYECKOIO TYIIEHUS SBJSETCS MapajyieIbHOE CHIDKEHUE ¢ U T
JIOHOpA 10 Mepe YBETUYCHUS KOHIICHTPAIIMU TYIIUTENS (aKIenTopa), B TO BpeMs Kak
IpU CTATHYECKOM TyIIEHUM T JoHopa He wu3MmeHsercs [148]. Takum oOpasowm,
perucTpanys BpeMEeHH KHU3HU (PIIyOpPECIeHIIMH AOHOpPA MO3BOJSET OMPEASIUTh THII

TYLIEHUS.
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Ecnn monekynbl akuentopa o0nafaroT (iyopeclieHIMe, TO yBeJlnYeHue e€
WHTEHCUBHOCTH, OJIHOBPEMEHHO C COKpAIIEHUEM BpPEMEHH >KU3HU (PiIyopecleHIuu

JAOHOpa CIIYKUT JOKA3aTCIIbCTBOM MUI'PALINH SHCPTIHH.

2.3.1 OueHka aKTHBALIMOHHBIX 0apbePOB.

B xumuueckoi KWHETHKE U TEOPUH aKTHUBHBIX COYAPCHUN 9acTO UCIIOJIb3YeTCs
NPE/ICTAaBJICHHE KOHCTAaHT CKOPOCTEH pEaKIMii B TaK Ha3bIBAEMBIX KOOpIWHATAX
Appennyca [199]. Takoii rpaduk mokaspIBaeT 3aBUCHMOCTb JIOTapr(Ma KOHCTAHTHI
ckopoctu peaknuu In (k) ot oOparHoli BenmmuuHbl Temmepatypel 1/T. Taxkoe
NpEJCTaBICHUE HCHOJB3YIOT ISl aHaldu3a BIMSHUSA TEMIEpaTypbl Ha CKOPOCTh
XUMHYECKHUX peakiuid. i TepMUUecKr aKTUBHPYEMOTO TPOIlecca ¢ OTpaHMYEeHHON
CKOPOCTbIO rpapuk AppeHuyca AaeT NpsMYIO JJUHUIO, 10 KOTOPO MOKHO ONPEAEIUTh

KaK SHEPTHIO0 aKTUBAIUH, TaK ¥ MPEIIKCIOHEHIIMATBHBIN MHOKHTEND [200].

YpaBHeHuEe AppeHnyca MOKHO MPEJICTABUTh B BUAE:

(g
k = Ae rr (22)
rae k — KoHCTaHTa CKOPOCTH peakiuu, A — MpendKCIOHeHINANbHbIN (akTop, E, —
DHEPIusl aKkTWBalMU, R — yHUBepcanbHas ra3oBas IOCTOsSHHAs, I — TeMmeparypa.

JlorapudmMupoBaHue ypaBHEHHs MOTydaeT MOJIYIUTh BhIpaKEHUE:

In(k) = In(4) — 22 (%) (23)

R

[Tpu moctpoeHnu rpaduka qTaHHON PYHKITUN e€ 3HAYCHUE B TOUKE MTEPECCUCHUS
c ochi0 Y (TIpH TEMITepaType, CTPEMSIICIHCS K 06CKOHEYHOCTH ) OYIeT COOTBETCTBOBATH
jgorapudmy mpeadKCrnoHeHIraabHoro dakropa In(A), a HaKIOH mpsAMOI OyIET paBeH
—E,/R. Onpenenenre 3THX BEIHUYMH U3 DKCIIEPUMEHTAIBHBIX MaHHBIX ITPOBOJIST

yTeM anmnpoKCUMAIMU TEMIPEPaTypPHON 3aBUCUMOCTH JIMHEUHON (QyHKIHEH.
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Puc. 16. [Ipumep TemnepaTypHOH 3aBUCUMOCTH CKOPOCTH (POTOMHIAYIIUPOBAHHOTO HakoruieHus (O-
R) u penakcauuu (O-R) aktuHoi (opmbr OCP B koopaunatax Appenuyca. CKOpoOCTH ObLIU
OIPEIEIICHBI 10 (POTOIUKIMYECKIM U3MEHEHUSIM HHTEHCUBHOCTH (biryopectieHInu (hyopeciieHTHON
METKH, KoBaieHTHO npuinutoit k OCP u nepenaroriei SHEPTUIO HAa KAPOTHHOWUI.



I'JTABA 3. PE3YJIBTATBI UHCCJIEAOBAHUA

3.1 DHepreruyeckue B3aMMOJEHCTBUS KAPOTHMHOUIHBIX 0EJIKOB € Pa3jJIMYHbIMH

JOHOPAMM HEPTrUuu

[lepeHoc 5sHepruM HIEKTPOHHOTO BO30YXKACHUS JICKUT B OCHOBE MHOTHX
(bOTOCHHTETUYECKUX TPOIECCOB. AHTEHHAss (QPYHKIMS (UKOOMIMCOM IMaHOOAKTEpUi
00yCIIOBJIEHa CTPOEHUEM HTOI0 MEraflajJbTOHHOTO IUTMEHT-OEIKOBOTO KOMIUIEKCA,
COJZIEPIKaIIeTo pa3IuYHbIe CIIEKTPaIbHbIe (POPMBI OMIIMHOBBIX MTUTMEHTOB B CTEPKHSIX U
aape. [IurMeHTsl pacnosoeHsl B O€lKax TakKuM 00pa3oM, 4TO MEXAYy UIACHTHUYHBIMU
COCEHIUMH OMIIMHAMH B COCTaBE TPUMEPOB U T'€KCAMEPOB BO3ZMOXKEH MEPEHOC YHEPTUU
[0 3KCUTOHHOMY MEXaHU3My, a Ha OOJbIIME PACCTOSIHUS SHEPIHsl NEepeacTcs IO
WHIYKTUBHO-pe30HaHCHOMY MexaHu3Mmy (Forster resonance energy transfer, FRET).
Pasnuumst B cmekTpax morjomeHuss U QuyopecreHnnn (GUKOOMINHOB OMPEIEIISIOT
HAIpPaBJICHUE MUIPALMU SHEPTUU OT «CHHUX» IMUTMEHTOB CTEpPKHEH (HPUKOOMINCOMBI

(pukonMaHWH) K «KpacHbIM» MUTMEHTaM fAjpa (aJUI0(PUKOIMAaHUH W TEPMUHAIbHBIC

YMUTTEPHI).
CrepeHb ®BC Appo ®BC
!_1_\ | A 1
A (200 nc)*
PC (10 nc)?t
_/\ ?
S APCf\
1 - ocCP
%) s E (A E) S <
o T = PCE) | I=s
ARE: S o ca
= < o n I sa
o © 2 gz
S ‘ =
v =)

Puc. 17. Cxema BO3MOKHBIX SHEPIeTUYECKUX B3aUMOACHCTBUI MEXly TUTMEHTaMU (PUKOOMINCOMBI U
kapotuHonaom OCP.

OpnHako, pa3nuuus B TOJOKEHWH YPOBHEH Si MEXIy TEepMUHAIbHBIMU

AMUTTEPAMHU U ATTIOPUKOLMAHUHOM Majbl U COCTABIISIIOT NPUOIU3UTENbHO 15 HM (~

93



0.038 eV) (cm puc. 17). U3-3a storo mpu komHaTHOU Temmeparype (0.025 eV)
3HAYUTENIbHAS YacTh DHEPTHUH DJCKTPOHHOTO BO30YXKIEHHS THIMEHTOB  sIpa
oka3piBaeTcsa Ha amopuxounumanuHe (APC) 3a cyer mepeHoca 3HEpruu B 0OpaTHOM
HarnpasiaeHuu (uphill). 3To siBiIeHHE B COBOKYMHOCTH C (DOTOXUMHUYECKUM TYIICHUEM
dbayopectieHIMN (GUKOOMIMCOM 3a CUET IepeHOCca SHEPTHH BO3OYKACHUS Ha XJIOPO(PHILT
PEaKIMOHHBIX IIEHTPOB, 3HAYMTEIHLHO OCIOXKHSAET HuccienoBanne Mexanm3dmMoB OCP-

3aBUCUMOT0 HE(POTOXUMHUYECKOTO TyIeHHs (DIyOopecIieHIInH iNn ViVo.

B 3HauMTenbHOM CTENEHHM camMoO OTKPBHITHE HEPOTOXMHUUECKOTO TYIICHUS Y
IUAaHOOAKTEPHiA CTAJI0 BO3MOXKHBIM Oyarojapsi co3laHuio MyTaHToOB Synechocystis
JMILIEHHBIX (oTocucTemsbl 2 (U 1) U, COOTBETCTBEHHO, OTCYTCTBUIO (POTOXMMHUYECKOTO
TylieHus:  (ayopecleHIuu  (POTOCUHTETHYECKUMHU  PEAKIMOHHBIMU  LIEHTpamu.
HaGmronenune 3a TymieHueMm ¢iayopecueHuu (GUKOOUINCOM TIPU OOJYyYEHHH KJIETOK
CUHE-3€JICHBIM CBETOM BBICOKOM MHTEHCHMBHOCTU B MyTaHTax APS1/APS2 u cpaBHeHue
3 PEKTOB C JTAaHHBIMH YKCIIEPUMEHTOB in VItr0 TO3BOJIMIN HaM YCTaHOBUTb, TEIIJIOBEIC
3¢ deKThl B3aUMOACHCTBHS 3X KOMIOHEHT peryisiTopHoi — ¢ukoomnucomsl, OCP u
FRP. beuio nokazano 4To npoAyKThl TeHOB aPCD u apCk BIMSAIOT Ha SHEPTUIO AKTUBALIMH
peakuuu BOCCTaHOBJIeHHs (uyopecueHuuu nociae aktuBauuu OCP-3aBucumoro
Heporoxumuueckoro TtymeHuss [201]. UYro TOBOPUT O BO3MOXKHOM MPSIMOM
B3aumoseiicteun FRP ¢ Hexkum ydactkom B simpe OBC. D10 crumynupoBano Harl
NaJbHEUIINI MHTEpeC K M3YUYEHUIO CHCTEMbl HE(POTOXMMHUYECKOTO TYIIEHUS Yy
nuaHobakTepuii. OqHAKO, BBIACHEHHIO MEXaHHW3Ma TyUIeHHUs (IIyOpeCLEeHIIMH MElIaeT
HEJOCTaTOK JIaHHBIX KaK O CTpOEHMH (puxoOmnrcomel, Tak U komiuiekcoB OCP-
¢ukobuncoma u OCP-FRP. Hecmorps Ha ycnexu, JOCTUTHYThIE B HCCIEAOBAHUU
CTPYKTYpPbI PUKOOUITMCOM KPACHBIX BOJOPOCIEH C TOMOIIbIO METOa KPUO-3JIEKTPOHHOM
MUKpPOCKOTHH [22], K cOXalICHHIO, CTPYKTYpa KoMIuiekca ¢pukoodummcombl ¢ OCP 10 cux

IIOp OCTAETCS] HEYCTAaHOBJICHHOM.

Ucnonb3yst  QuyopecleHTHYI0 CHEeKTPOGIyOPUMETPUIO C  MUKOCEKYHIHBIM

BPCMCHHBIM  PA3pPCHICHUCM, MBI IIOKa3aJid, 4YTO HU3MCHCHHC HHTCHCHBHOCTHU
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(IIyOpeceHIINH U TIOJIOKEHHUSI MAKCUMyMa MHMHTEHCUBHOCTH (IyOPECHCHIIMH B OTBET
Ha NMUKOCEKYHHOE BO30YX/ICHHE MPU aKTHBAIMH U PETaKCAllMd HEPOTOXMMHUYECKOTO
TymeHus N VIVO u in VItro oOBSACHSAIOTCS W3MEHEHHEM BPEMCHU JKU3HU W,
COOTBETCTBEHHO, KBAHTOBOTO BBIX0/1a (DITyOPECIICHIIMY MTUTMEHT-0CITKOBBIX KOMILIEKCOB
sapa  ¢ukoomwmcomsl [201, 202]. Takum oOpazom, OCP-3aBHCHMOE TyIIICHHE
duyopecueHIE  QUKOOMIMCOM  SIBIISICTCS ~ TUHAMUYECKAM U OOYCIIOBJICHO

9HCPIreTUICCKUM B3aHMOI[efICTBHeM B CUCTEMC JOHOP-aKICIITOP.

Opranuzanuss GUKOOMIMCOMBI B (JOPME «IHEPreTUUECKOM BOPOHKH», CO3AAET
ONTUMAJIBHBIE YCJIOBHS ISl PEryJIILMUA MOTOKA DHEPrUM B 00JIACTH C HAWUMEHbBIIUM
KOJIMYECTBOM IHMITMEHTOB M HauOOJbIIEH BEPOSATHOCTU €€ JIOKaIM3aluu — sipe
¢bukoommucombr [119]. [leficTBuTenbHO, Halndue (UKOIMAHWHOBBIX CTEP)KHECH HE
ABNIIETCS  00A3aTENBbHBIM JUISl AKTUBAalUUMM HE(POTOXMMHUYECKOTO TYILIEHHUS, YTO
HOATBEPKAaeTCs KakK in VIVO, Tak U IN VItro B SKCepUMEHTaxX Ha KJIETKAaX U BBIICICHHBIX
¢ukobmmmcomax myrantoB CK. OnHako, pakt Hanuuus B O0a3ajIbHBIX HUIMHAPAX sapa
(UKOOMIIMCOMBI Map TaK HA3bIBAEMBIX TEPMHUHAJIBHBIX 3MUTTEPOB, OCYIIECTBISIOLINX
NEPEHOC 3HEPruM Ha XJOPODWIT PEAKUUOHHBIX LEHTPOB (OTOCHUCTEM, IOCTYKUI

OCHOBOM THMoTe3bl 0 B3aumojeicTBuu OCP co cnenupuyeckuMu MUTMEHTaMHU spa

[119, 120].

CrnemyeT oTMETUTD, 4TO 00pa3oBanue komiuiekca OCP ¢ ¢pukoOuancomMoit 3a cuer
O€JIOK-0ENKOBBIX B3aUMOJEUCTBUM JIMIIb HWHULUMUPYET B3aUMOJECUCTBUE MEXIY
NUTMEHTaMU sipa (PUKOOMIMCOMBI U KeTo-KapoTuHouaoM B coctaBe OCP 3a cuer
COJNIMDKEHUST MOJIEKYJl JIOHOpa W aKIENToOpa HSHEPruu JJIEKTPOHHOTO BO30YKIACHUS.
[Ipupona 3THX PHEPreTUYECKUX B3aUMOJCUCTBUN MOKA OCTACTCA HEACHOW, OJIHAKO MBI

MOJKCM pacCMaTpuBaTh CICAYIOINC I'MIIOTC3hI:

1. KoHEuHbIM aKLENTOPOM SHEPTUU DJIEKTPOHHOTO BO30YKIEHHUS B KOMILJICKCE
apisiercst xpomodop OCP - kapoTuHOWJ, XapaKTepU3YIOIIAsACS KOPOTKUM

BPEMEHEM KU3HH BO30YKIEHHOTO COCTOSTHUSA (~ 3-5 11C).
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2. OOpazoBanue komiuiekca ¢ OCP mnpuBoIUT K HapylIeHHIO HAaTUBHOU
KoH(popmaIu xpomModopa B COCTaBE OJJHOTO U3 PUKOOMIMHOB U COKPAIIEHUIO

€Tr0 BpECMCHH KU3HHU 10 CAUHUIL IMKOCCKYH.

Bo Bropom ciydae OCP, mo cytu, MHAYIUpPYET OOpaTUMYIO JCHATypalHio
MUTMEHT-0EIKOBOIO0 KOMIUIEKCAa M CO3JaeT TyWAllMi LEeHTp B camMoOM  sJipe
¢bukoOuIMcoMbl. MBI MPOBEPUIIN 3TY THUNOTE3Y MPOBEIS JIEHATYPALMIO BBIJCICHHBIX
(UKOOHMIMTIIPOTENHOB C TIOMOIIHI0 XaOTPOTIOB, BO3ACHCTBUS TEMITepaTyphl M HU3KuX pH
[203]. ITockonbKky OWMIHH CBsS3aH C OCJIKOM KOBAJICHTHO JIMIIL B OJHON TOYKE, IS
oOecrieueHus: BHICOKOU ((HEKTUBHOCTH MEpEeHOCAa SHEPTHH HEOOXOAMMO TOIIEPKaHUE
IUIAaHAPHOM CTPYKTYpBl XpoModopa, oOecreunBaroniee BBICOKYI MPOTSIKEHHOCTD
COMPSDKEHHOM ~ M-CUCTEMBbl U BBICOKMM  KBAHTOBBIM  BBIXOA  (DIIyOPECIECHIIUM.
COOTBETCTBEHHO, HapylIEHWE HATUBHOW KOHpOpMalMu Oellka COMPOBOXKIACTCS
U3MEHeHHUEM KoHpopMaimu XpoModopa U COKpAIIEHHEM BPEMEHU JKU3HU
bayopecuieHIIuU (HUKOOMIMIIPOECTUHA 32 CUET YBEIMUYCHUS BEPOSTHOCTU KoJieOaTeIbHOM
penakcaruu (cM. puc. 18). OgHako, BO BceX Clydasx JeHATypalus HPUBOAMIA K
MOSIBJICHUIO XPOMO(OPORB ¢ BpEeMEHEM KU3HU MOPSIKA HECKOJIBKUX COTCH MUKOCEKYHI.
Takast CKOpOCTh peiakcaIiiu Bo30y>KJIEHHOTO COCTOSIHHS Majla 4YTOObl KOHKYPHUPOBATh C
nepeHocoM >Hepruu Ha xjopodut (~ (60 nc)?). Tlo »Toil npuYMHE MBI CUUTAEM, YTO
UMEHHO KeTo-kapatuHouj B coctaBe OCP siBnsieTcs KOHEYHBIM aKIIEITOPOM IHEPTUU

AJIEKTPOHHOTO BO30YKJICHHUS.
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Puc. 18. TemmneparypHas 3aBUCMMOCTb BpPEMEHHU >KM3HU (IIyOpecUEHIMH auI0(UKOLMaHUHA TPH
MEIJIEHHOM U OBICTPOM 3aMOpPaKUBAHUU PAacTBOpa Oelka.

B nureparype o0OCyXmarOTCS pa3idUYHbIE MEXaHU3Mbl TIEPEHOCAa HHEPruu
SJICKTPOHHOTO BO30YXKJICHHUS Ha KapOTHHOWJ, B TOM YHCJIC SKCUTOHHBIA [76]. Jlns
peanu3alMd STOTO MeXaHu3Ma TpeOyercs, BO-TIEPBBIX, CTPOTrO€ COOTBETCTBUE
3JIeKTPOHHBIX YPOBHEH TOHOpA M aKLENTopa, U, BO-BTOPHIX, KpaiiHe manoe (<10 A)
paccrositHue  Mexay — xpomodopamu. Ha  maHHBIE  MOMEHT HHM  OJIHOTO
DKCIEPUMEHTAIBHOIO JOKA3aTENbCTBA ITOW TMIIOTE3BI HE CYLIECTBYET, HE TOJIBKO HU3-3a
OTCYTCTBUSI CTPYKTYpPbl KOMIIJIEKCA, HO U M3-3a YETKHUX MPEJICTABICHUN O MOJIOKEHUU
OINTHYECKU-3aNPEIICHHOr0 ypoBHS Si1 kapotuHouaa [204-206]. Bosiee Toro, He
OTIpEeJIeJICH U HETIOCPEACTBEHHBIN JOHOP SHEPTUHU BO30YKICHUS CPEIU MHOTOUYHCIICHHBIX

(6omee 60) murmenToB siapa OBC.

C momomIpl0 TeIMeBOro KpHOCTaTa HaM YJAloCh HCCIENOBaTh CHEKTPATbHO-
BPEMEHHBIE XAPAKTEPUCTUKHU OTACIbHBIX (UKOOUIUIPOTEUHOB, (UKOOMINCOM U HUX
saep npu temmeparypax oT 4 mo 300 K [202]. HuskoremrieparypHble SKCIIEPUMEHTHI
YaCTO HMCHOJIb3YIOTCS ISl M3YUYEHUS CHCTEM C MEPEHOCOM DHEPTUH, T.K. TO3BOJISIOT
MOBBICHTh KBAHTOBBIM BBIXOJ (DIIyOPECICHIIMH, CHHU3UTh BIHMSHUE YIITUPCHUS
CIEKTPAIbHBIX JIMHUA U W30aBUTHCS OT 3(hdexToB, cBsizaHHBIX ¢ uphill mepenocom

SHEpruu. B yCHOBUSX HHM3KMX M CBEPXHHM3KHX TEMIIEPATYpP ITOJIOKEHHE OCHOBHOIO
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Makcumyma B criektpe dayopecuenuuu ®bC cooTBETCTBYET TEpMUHAIBHBIM SMUTTEPAM
aapa ®BC (6 xpomodopoB), a NUKOCEKyHJHAs KHWHETHKa B obiactu 685 HM
XapaKTepHU3yeTCs 3aepKKoi mopsaka 150 1mc OTHOCHUTENBHO MPSMOTO BO30YXKIACHUS

CHUHUX MUTMEHTOB (650-660 HM).
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Puc. 17. Murpamus sHeprun B ¢ukoOMImcomMax muaHoOakrepuit. Ceepxy: MTHOBEHHBIH CIEKTP
dnyopecteniun OBC mpu Bo30yxaeHnu (e JiazepHbIME UMIyJbcaMu pu 570 HM. CIIeKTp W3MepeH
npu 30 °C. I[BeroBas ImKajla MOKAa3bIBACT KOJUYECTBO ()OTOHOB, PETHCTPUPYEMBIX B pPa3IMIHBIC
MOMEHTHI BpEMEHHU MpHU 3aJaHHON JJIMHE BOJIHBI peructpanuu ¢iayopecueHuu. ['opu3oHTaIbHbIC
JIMHUU TIOKAa3bIBAIOT CEYEHHsI MTHOBEHHOI'O CIIEKTPAa, COOTBETCTBYIOIIME CHEKTPY (IyOopecleHIMH B
HAYaIbHBI MOMEHT (CHHssA JuHHUA) U 4Yepe3 1.75 Hc (kpacHas nuHMs). BepTHkanbHBIE JWHUU
MOKA3bIBAIOT CEYCHHSI CIIEKTPA MIPH 3aJJaHHBIX JJIMHAX BOJIH, T.€. KHHETUKHU 3aTyXaHUs (PIyopecCIeHIINN.
benast muHUsA cO CTpenKOi MOKa3bIBACT MOCTEMIEHHBINH OATOXPOMHBIN CABHUT CIIEKTpa (IIyOpECICHIINN
OBC 3a cueT nepeHoca YHEPTUU OT KOPOTKOBOJIHOBBIX MUTMEHTOB K JAJTMHHOBOJIHOBBIM. CHU3Y: cXeMa,
MOKa3BIBAIONIAs BEPOATHOCTH JIOKAIM3AIUHU BO30YKICHHBIX cOCTOsTHUI murMeHToB @BC B pazmiaHbIX
YCIOBHSX (CM. TEKCT).
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OpHako, IpU HU3KUX TEMIEpATypax HaM HE yAajJoch OOHAPYKUTh MNPU3HAKOB
TylleHus:  (IyOpecUEeHIMM HE TOJIbKO TEPMUHAIBHBIX 3MUTTEPOB, HO H
amo¢pukornmanuHa sapa GBC, kak in Vivo Tak u in Vitro, mpu TOM YTO MPU KOMHATHOW
temneparype aktuBauusi OCP BbI3bIBajla 3HAYUTENBHBIE W3MEHEHUS WHTEHCUBHOCTH
dbayopectenuun ®bC. HecMoTps Ha TO, 9TO NMpU TEMIEPATYPE KUIKOTO a30Ta (M Teus)
yJaeTcs OTYETIMBO HAOJIOJaTh KaK DJHEPIUs HIIEKTPOHHOTO BO30YKJIEHUS CHHUX
MUTMEHTOB ((PUKOIIMaHHUH 1 AJI0(UKOLIMAaHUH ) TIepeacTcs Ha TePMUHAIBHBIE IMUTTEPHI
(em. puc. 17), mbl mokazamu, uro OCP-3aBucumoe TtymieHue QiyopecueHnnu
¢ukoOMIMCOM B TAaKUX YCIOBUSAX HE peanusyercsi. MrHOBEHHBIE CIEKTPBI
bnyopecueniuu kiaerok MyrtaHta APS1/APS2, amantupoBaHHOr0 K CHHE-3€JICHOMY
CBETYy IIPM KOMHATHOM TeMIIEpaType U 3aTeM OXJIaKAEHHBIE 10 77K, HE OTAMYArOTCS OT
CIEKTPOB KIIETOK, aJalTUPOBAHHBIX K TEMHOTE. AHAJOTMYHBIE PE3YyJbTaThl ObLIU
HOJTy4eHbl HaMu IN VItro, Ha BbICICHHBIX (hPUKOOMIMCOMAax, (IyopecieHIrs KOTOPBIX
OblTa MOTyIIeHAa 3a cyeT B3auMojeicTBus ¢ gukuM tunom OCP, a Takxke Ha
(YHKIIMOHAITLHBIX aHAJIOTaX KpacHo# akTuBHOM (hopmbl — MyTanTe OCP-Y201A/W288A
u RCP nipu koMHaTHOM Temnepatype. Mbl 00HapyKUJIH, YTO OXJIaXAEHUE pacTBOpa A0 -
5 °C npuBOAMT K CHIKEHHIO 3(D(PEKTUBHOCTU MUTpanuu 3Heprun Ha kapotuHoux OCP
no 0. B skcmepumentax in Vitro nmansbii 3dQdexkr oOpaTMM W TpU MOBBIINICHUH
TEeMIlepaTypbl BHOBb HaOmrofaeTcss TyuieHue (QiyopecueHuuud. Bo3MoXHBIM
oObsicHeHHEeM Ha0mogaeMbiX 3G (EKTOB, CBUACTENBCTBYIOMMX 00 OTCYTCTBHH
sHepretudeckux B3zaunmonevicteuid ®bC u OCP npu HU3K0M TeMmmeparype, SBISIETCS
HapylLIEHUE HATUBHON KOH(PUTYpalMu KOMIUJIEKCAa B OTCYTCTBUM TEIJIOBBIX JABUKEHHIA,

YTO TOBOPUT O CJIIOKHOM CTPYKTYPHOU OpPraHU3alNU KOMIUIEKCA.

Takum o6pazom, nokazatb, uTo OCP B3anMo1eliCTBYeT ¢ KOHKPETHBIM MUTMEHTOM
Ha MHTAKTHBIX (PUKOOUIIMCOMAX IMOKa HE MPEACTABISETCS BO3MOXKHBIM. JJIsi perieHus
npoOiemMbl dHepreTudeckoro B3zauMoaercTBusi OCP ¢ aHTEHHOW MBI MPUCTYMIIIA K
HKCIIEPUMEHTAM Ha MOJCNIBHBIX 00BbeKTaxX. JJis MOCTHXKEHUS eI Mbl MPEIJIOKUAIU
peaypoBaTh pa3Mep aHTEHHbI, 3aMEHUB €€ Ha XpoMO(DOp, CITOCOOHBIN IHEPTETUUECKU

B3aMMO/IEHCTBOBATH ¢ KapoTUHOUI0M B coctaBe OCP.
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Yo6enuBmncs, yto OCP He o0pa3yer KOMIUIEKCOB C (PUKOIIMAaHUHOM U
a0 UKOLIMAaHUHOM B PacTBOpPE, Mbl PEHIMIIA MPoBepUTh B3auMozeiictByet u OCP ¢
TepMUHATEHBIM 3MUTTepoM ApcE [118-120, 207]. CmoXKHOCTh 3TOTO JKCIIEPHUMEHTA
oOyCJIOBJIeHa TEM, 4YTO JaHHBbIM TEPMUHAIBHBIM SMHUTTEP COCTOUT U3 HECKOJIbKHUX
TII0OYJISIPHBIX TOMEHOB, COCTMHEHHBIX POTSHKCHHBIMH JIMHKEPAaMU, U JIUIIb OJUH IOMEH
conepxkuT xpomodop. Takas cTpykTypa nenaeT OeJoK IMJI0X0 PaCTBOPUMBIM, MOITOMY
Mbl pElIWIM YKOPOTUTh MOCIEeN0BaTENbHOCT ApcE, ocTaBHB TOJIBKO JOMEH C
xpomodopom ApcEA. HecMoTpst Ha 3HAaYMTENIBEHOE COKpaIlleHne BpeMeHH Ku3Hu ApcEA
10 CpaBHEHUIO C HATUBHBIMH (pukoOumunporenHamu (300 1ic 1 1.6 HC COOTBETCTBEHHO),
MbI yCTaHOBWIH, 4TO no0OaBieHue k O®BC mytantHOM (Gopmbel OCP He Tpelyroiieit
¢doroaktuBanuu (OCP-Y201A/W288A) BbI3bIBacT AalbHEHINICE COKPAIICHHE BPEMECHH
YKU3HM J0 Mpejena BpEMEHHOTO pa3penieHus Hamel yctaHoBkH (~ 20 nc, cm. puc. 18).
OTOT 3KCHEPUMEHT MOKa3bIBaeT, 4To B ApcEA MoryT ObITh cailTbl, oOecrieunBaronme
koHTakT OCP ¢ sapomM (QUKOOMIMCOMBI, a HYHEPreTUYECKOe B3aMMOJECHCTBHE C
(UKOOMIMIPOTENHAMU MOXKET MPUBOJNTD K COKpAIICHHUIO
JUINTEIBHOCTU(DIYOPECUEHIMN  OTACJIBHOTO INHUIMEHTAa aHTEHHbl JO JECSTKOB
NUKOCUKYHI. OYeBUIHO, YTO U3-3a MAJIOTO KOJMUYECTBA TEPMUHAITBHBIX YMUTTEPOB (4-6)
110 CPAaBHEHHIO C OOIIMM YHCIOM aJUIO(DUKOIIMAaHUHOB B sjipe (GrKOOMIMCOMBI (66-68) 1
TeM Ooiiee puxkonaHHOB (324), 1eTEeKTUPOBATh HA UX (POHE KOMIIOHEHT C BPEMEHEM
XKU3HHU Kopode 20 1c MpakTUYECKH HEBO3MOXKHO. MIlHaye roBopsi, «OCTaTOYHBIN» CUTHAI
bayopecueHIuu GUKOOUIMCOMBI, MOTyIIeHHON KpacHOU (popmoii OCP (cm. puc. 18),
aBisieTcs (yHKIMEH Hakadku siapa (UKOOMIMCOMBI 3a CUET MEPEHOCa DHEPTUM OT
(bUKOLIMaHUHOBBIX CcTepkHeW (~ 160 1c), a He XapakTEPUCTHKON BO30Y>KICHHBIX
COCTOSIHUWA TEPMHUHAIBHBIX 3MHUTTEPOB. Takum o00pa3oM, 3(D(PEeKTUBHOCTH TYIICHUS
NUTMEHTa, KJIIOYEBOTo AJIs Mepefayu SHepruu K XjopoduiuiamM, 3a cueT oOpa3oBaHus

koMiuiekca ¢ OCP moxet gocturathb 99 %.
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Puc. 18 Kuneruku 3atyxanus (iayopeciueHnuu pukoomimcoM (cBepxy) u PB-nmomena TepMuHaILHOTO
smutTepa ApcEA (cumzy) B xommiekce ¢ OCP (kpacubie nunum). Peructpanus diyopecueHInu
npousBoamiack npu 670 aM. CHHUE JTUHHM MOKa3bIBAIOT (OPMY ammapatHOW (QyHKIMHM JeTeKTopa
€IMHUYHBIX ()OTOHOB B OTBET Ha BCIIBIIIIKY JIazepa UTeNbHOCTIO 150 dc mpu 570 HM.

[Tockonpky aktuBammsi OCP u mocnemyromee oOpa3oBaHHE KOMILUIEKCA C
(GuKOOMIMCOMON TNPUBOAUT K TMPEKPAIEHUI0 TIEPEeHOCa JHEPrHHM 3JIEKTPOHHOI'O
BO30YKJIEHHUSI Ha XJOpPOQWII PEAKUUOHHBIX LEHTPOB, CKOPOCTh MNEPBUYHBIX
(OTOCUHTETUYECKUX TPOILIECCOB JOJKHA CHMXKATHCSA. MBI pPElIUIu TPOBEPUTH Kak
aktuBaa OCP BIusgeT Ha CKOPOCTh BOCCTAHOBIICHUS QA B peakIIMOHHBIX IIeHTpax DC2,
KOTOpasi, Kak W3BECTHO, MPOMOPIUOHATbHA TUIOTHOCTH TIOTOKa (OTOHOB U
abdextuBHOMY ceuenuto mnorjomeHus DC2. g storo HamMu ObUla MOJNy4YeHa
3aBUCUMOCTH CKOPOCTh BOCCTAaHOBJICHHS Qa OT pa3zMepa aHTEHHBI JJIs ITMaHOOAKTEPHUiA C
pazTUYHBIM HA00POM (PUKOOMIIMIIPOTEHMHOB 3a CYET MYTAaIlMi M a30THOTO TOJIOJAHUSI.
Y CTaHOBJICHO, YTO MPH KYJbTHBALMU KYJBTYPBI KJIETOK SynechocystiS aukoro Tuma B
HOpMaJlbHbIX ycioBusix aktuBauus OCP m0OpuUBOIUT K CHMXKEHUIO CKOPOCTH

BoccTaHOBJIeHUsT Qa mpuMepHo Ha 30 % 4YTO SKBUBAJICHTHO CHWKEHHUIO pa3Mepa
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anTeHHbI Ha 50 % (cM. puc. 19). DTu 3KCIEPUMEHTHI TOBOPAT O TOM, YTO B HOPMAJIbHBIX
ycnoBusix KoHeHTpanuss OCP B KiIeTKe HeJOCTaTOYHO BBICOKA JIJISi MHAKTUBALIUU BCEX
(GUKOOUINCOM, YTO XOPOILIO COTJIACYETCs C OICHKAMU KOHIIEHTPAlWid, MOJyYEeHHBIMU

HaMH IIpU MOICIIMPOBAHNHN KHHCTUK dKTHBAITUU He(bOTOXI/IMI/IIICCKOFO TYHICHUA.

12 4 e WT
| = 1ExpDec Fit =
= WT control T ]
2 10 - s ! %<
~— | APBLy
<
> APBLy, control
> g cM ° |
=
= . "
o : :
O 6 - I I
g ' '
[ h | |
S | '
8 4 - [ [
0 ; I
C 1 CK : l
8— 2 & : ~ 50 % reduction :
5 | | of PBs concentration
| I
= [ [
°1 PAL ' |
1 1

T T T T

1 | I I I
-02 00 02 04 06 08 1,0 1,2 1,4 1,6

OTHocuTenbHoe coaepkaHune OBC (y.e.)

Puc. 19 3aBuCHMOCTH CKOPOCTH BOCCTAHOBIEHHUS QA OT KOJWUYECTBA AHTEHHBIX KOMILIEKCOB —
duxobumrcom B kimetkax Synechocystis sp. PCC6803. OreHka CKOpOCTH BOCCTaHOBICHHS QA
MpOBEJIEHa COTTIAaCHO MPOILeAypaM, OUCAHHBIM B pazaene 2.2.3.

Takum o0Opa3zoM, IPU HOPMAJIBHBIX YCIOBUSIX OOLINI «3HEpreTuuecKuit» 3hPext
ot aktuBauuu OCP Ha cKOpoCTh (DOTOCUHTETHYECKUX PEAKIINI HEBEIUK 110 CPABHEHHIO
c BiausHueM OCP Ha [nauTenbHOCTh BO30YXKAECHHBIX COCTOSHUM IHUTMEHTOB
¢ukobumucombl. OnHAKO, OYEBHAHO, YTO 3a CYET YBEIMYEHHUS DKCIPECCHU
COOTBETCTBYIOIIIMX TI'€HOB, B  CTpeccoBbIXx ycinoBusix BausHue OCP  Ha
(GOTOCHHTETUYECKHE PEaKUUd MOXKET 3HAUMTEIBHO BO3pacTarh. BeposTHO, 3amauw,
CBSI3aHHBIE C 3aIIUTON GUKOOMINCOM OT (POTOMOBPEKACHHUS SIBISIFOTCS IPUOPUTETHBIMH,

MOCKOJIbKY MX cofepxkaHue B kieTtke gocturaer 50 % (0T cyxoil Macchl) U JaHHBIE
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IUTMEHT-0EJIKOBbIE KOMILJIEKCHI BBINOJHAIOT HE TOJBKO AHTEHHYIO (PYHKLMIO, HO U
CJIY’KaT B KAUECTBE «JI€I0» MUHEPAIBHBIX JJIEMEHTOB, KOTOPBIE MOTYT PACX0I0BATHCS B
CTPECCOBBIX CHUTyalUsX, COXpaHAsS >KU3HECIOCOOHOCTh KYJIbTYPhl U €€ PpPOCTOBBIE

KadycCTBa. BepOHTHO, 3TO 0COOEHHO AKTYAJIbHO IJIA (1)HKO6HJII/ICOM HC CBJ3aHHBIX C

dboTocucTeMamu.
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Puc. 20. Tymenue ¢yopecuenunn R-pukospurprna u3 kpacHoi Bogopociu B komruiekce ¢ OCP. A —
KUHETHKHM 3aTyxaHus ¢uyopecueHuu pactBopa R-¢uxosputpuna u ero kommuiekca ¢ OCP,
CTa0MIM3UPOBAHHOTO 32 CYET TIIyTapOBOTrO albAeruaa. b — oreHka paccTosHuS MEXAY XpoMopopaMu
R-¢uxosputpuna u kaporuHouaoM B cocraBe OCP Ha ocHoBe 3¢ dextuBHOCTH FRET.

Kak yxe oTmedanoch, MccleOBaHUE MEXaHHM3Ma MpPeoOpa3oBaHUs HHEPTUU B
koMmiiekce OCP ¢ (puUKOOMIMCOMOM OCIOKHSIETCSI HAJIMYMEM OTPOMHOTO KOJMYECTBA
MUTMEHTOB, HampsMyro He B3aumojaeicTByromux ¢ OCP. OgHUM U3 BO3MOXKHBIX
CcriocoOOB pelIeHUs: 3TOW MPOOJEMbl U TOBBIIMICHUS KOHTpAcTa MEXIY COCTOSHUSIMU
ABJISIETCS PEAYKIUSI pa3MepoB KOMIUIEKca (MM MUTMEHTOB B €ro coctase) 10 1 moHopa
u 1 aknenropa snepruu. [lockonbky Moaudukanusa nocienoatenbHOCcTh ApcE BiusieT
Ha CIEKTPAJIbHO-BPEMEHHBIE XapaKTEPUCTUKHU 3TOI0 HATHUBHOIO JOHOpPA HSHEPIUH, MbI
pEeIIMJIA WCIIONB30BaTh Jpyrue Oojiee CTAOWIbHBICE OOBEKTHI B Ka4yeCTBE JTOHOPOB

DHEPI'UM B UCKYCCTBEHHBIX KoMIuiekcax ¢ OCP.

Onnum u3 Takux o0bekToB crai komiuiekc OCP u R-pukospurpuna u3 kpacHou
Bojopocian Porphyra yezoensis. Xors R-(GpuKO3pUTpHH W SABIAETCS KOMIIOHEHTOM
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crepxxkHedt ¢pukoduncom, OCP u R-DuKospuTpUH NMpenCcTaBisIIOT TUTMEHT-0ETKOBBIC
KOMILJIEKCHI U3 Pa3HbIX IAPCTB, YTO UCKIIOYAET BO3MOXKHOCTH ClielU(PUUECKUX OeoK-
OEJIKOBBIX B3aMMOJICUCTBHI M 0Opa3oBaHuE KOMIUIEKca. J[aHHOe yTBepxKIeHHe ObLIO
MOATBEPKICHO HAMU C MOMOIIBI0 psifa Onoxumuueckux meronoB (SEC, naTuBHBIN
anektpodopes). OmHaKo, 32 CUET CIIMBKUA OCIIKOB TITyTAPOBBIM ANTBJCTHIOM HAMU OBLIT
noinyyeH komiuiekc OCP-R-pukosputpuH, B KOTOPOM JJIUTEIBHOCTH OCHOBHOTO
KOMIIOHEHTa KHHETHKH 3aTyXxaHus ¢iayopecueHinu R-pukospurpuna cokparunacs ¢ 2.7
HC 110 380 mc [208]. Ilpu 3TOM BakHO OTMETHTH, 4TO B oTcyTcTBHM OCP mmm mpu
oOpa3zoBanuu Komiuiekca ¢ aro-gpopmoir OCP Bpemsi xku3Hu R-pukosputrpuna He
MeHs1och. Kpome Toro, ciivBka He MPUBOAMIIA K 00pa3zoBaHuio kpacHoil popmbr OCP.
Ha ocnoBe noctynubix crpykryp OCP u R-duxosputpuna, Mbl OLEHWIN PacCTOSIHUE
MESKTy JOHOPOM M aKIIENTOPOM SHEPIUM B KOMILIEKCE NpUOIM3UTELHO B 3540 A (cMm.
puc. 20). Habmonaemas 3¢pdeKTUBHOCTh MUTpalK dHEpruu (10 85 %) oOycioBieHa
WHIYKTUBHO-pe30HaHCHbIMU B3auMo/ielicTBusiMu (FRET) noHopa u akuentopa ¢ yuetom
UX CIEKTPAIbHBIX XapaKTEPUCTHK ¥ BO3MOXHOTO B3aMMHOTO PACIOIOXKCHHUS.
Hcnonp3ys 3Ty MOAEIBHYIO CUCTEMY, Mbl MIOKA3aJIM, YTO AK€ OpaHKeBasi HEAKTUBHAs
dbopma OCP cnocobHa TymuTh (iyopecieHIIMI0 (UKOOUIMHOB MPU JOCTATOUHO
OJIM3KOM paCHOJIOKEHUU JOHOpPa U aKIENTOpa 3HEPruu. DTO HAOJNIOEHUE SBISAETCS

BA’XHbBIM IJIsI IOHMMAaHUWA IIpUHIUIIA PCTYJINH HC(l)OTOXI/IMI/III€CKOFO TYLOICHUS.

Kaporunouas! sSBAsOTCS 3(P(GEKTUBHBIMU TYLIMTEISIMU BO30YXACHUS 3a CUET
OBICTPON J1€3aKTUBAIIMM BO30YXKICHHBIX COCTOSHHMI. XapakTepHble BpeMEHa XU3HH
COCTOSIHUM Sy 1 S1 BO30YKJI€HHOTO KETO-KapOTUHOMUIA B OPaH>KEBOM U B KpacHO# popme
MPaKTUYECKU HE OTIIMYAIOTCS, IO3TOMY, OUEBUAHO, YTO KETO-KAPOTUHOMU B OPAHKEBOMN
dhopmMe MOKET OBITh TYIIUTEIEM, €CIIM OH PACIOJIOKEH JOCTATOYHO OJHM3KO OT JOHOpa
SHEpruu. BeposaTHo, 3TOT0 HE NMIPOUCXOAUT U3-3a OTCYTCTBUS Y OPAHKEBOU HEAKTUBHOMU
dbopmbt OCP caiiToB JOCTYIHBIX AJ11 00pa30BaHus 0EIO0K-OCIKOBBIX KOHTAKTOB C SIAPOM
¢ukobunucompl. Mbl 00001IMIIM TOCTYNHBIE JaHHBIE O CTpykType siapa u OCP u
OLICHWJIM MHTErpajd TMepeKphiBaHusl crnekTpa (iayopecueHunn (UKOOUIMCOMBI H

nornomenuss OCP (So-Sy). [lo HammM olleHKaM pacCTOSTHHE MEXy IEHTPaMH Macc
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KeTo-kapoTuHouna B cocrabe OCP u 6nmxaiiuM GMIMHOM COCTaBlseT nopsaka 25 A,
yTo oOecreunBaeT 3PQGEKTUBHOCTH IMEpeHoca IHEpruu mnopsaaka 85 % aia KpacHOM
dopmer OCP mpu ciyuaitnoii (k?=2/3) opueHTalMK IUIOIBHBIX MOMEHTOB MEPEXOJIOB.
st noctukenus 3¢pHeKTUBHOCTH IepeHoca 3Hepruu 99 % (Bpemst ®KU3HU T0HOPA MEHEE
20 1C) TMO3BOJIAIOMIETO KOHKYPHpPOBAaTh C TIEPEHOCOM OJHEPrHM Ha XJIOPOQPHILI,
paccTosiHue JI0KHO OBITH He Gosee 20 A, a pakTop opHeHTaLMH AUMOILHBIX MOMEHTOB
HE MEHee 2, 4TO, BEpPOSITHO MOXET JOCTUTAThCsl 3a CYeT ChernupuyecKon
IIPOCTPAHCTBEHHOM OpraHu3anuu OelOK-OEJIKOBBIX KOHTAKTOB. PacuéTel mO3BOJISAIOT
nokasarb, yto mnepexoq OCP B opamwxeByro ¢opmy 0e3 M3MEHEHHs] KOH(PUTYpaluu
KOMILJIEKCA TPHUBEAET K HE3HAUYUTEIbHOMY CHUXEHUIO 3((OEKTUBHOCTH TYILICHUS
¢dyopecueHn pukoOmiIncomsl. bosee TOro, MOXKHO OLIEHUTH, YTO JIULIb PACCTOSHUS
CBBIIIE 5 HM MpPU CIy4alHOW OPUEHTAUUHU TUIOJIBHBIX MOMEHTOB IEPEXOJ0B MOTYT
UCKJIIOYUTh IEPEHOC PHEPIMHM Ha KapoTHMHOUJ B cocTaBe opaHkeBoil ¢gopmbl OCP.
OnHako B TaKOM Cilyyae KOHCTaHTa CKOpOoCTH Murpaunu 3Heprun Ha OCP mana, 9yTo He
no3BoJiieT OCP KOHKypUpOBaTh ¢ XJIOPOPHUIUIAMU PEAKIIMOHHBIX IIEHTPOB 32 SHEPTHUIO
BO30Y>KIEHHMs] TUIMEHTOB aHTeHHbl. TakuMm oOpa3zom, OCP cnocobGeH TymuTh
bayopecuieHIuio (GUKOOUIMHOB Jaxke Oe3 00pa3zoBaHus cHeUUPUUYECKUX OeNoK-
OENKOBBIX KOHTAKTOB, HO TOJIbKO TIPH OMPEIEICHHOW CTPYKTYPHOM OpraHU3alNH
KOMIIJIEKCA MOKHO JOCTHYb CKOPOCTEH MUIPAIMU HHEPTUH, MO3BOJSIOIIUX CHUXKATh

a(PeKTHBHOE CeYEHNE TTOTJIOMEHUS (POTOCUCTEM.

[Tockonbky peructpanusi 3(Q(HEKTUBHOCTH NEPEHOCA SHEPTUU BJIEKTPOHHOIO
BO30YKICHHUS] N0 MHAYKTUBHO-PE30HAHCHOMY MEXaHHM3MY 4YacTO HUCIOJb3YyeTCs IJis
OLICHKU MEX- U BHYTPUMOJIEKYJISIPHBIX PACCTOSHUM, MBI PEILIMIN UCIOJIb30BaTh TaHHBIN
noaxoy Ny HabmroaeHus 3a ¢oTtoaktuBarmend u penakcamueit OCP. s sToro Mbl
NpPOBEJIM MEYEHHE IMCTEMHOBBIX ocTaTkoB (84, 95 um 245) B crpykrype OCP
MaJICMMHUIHBIM TTPOU3BOIHBIM TeTpameTuiapoaamuda (TMR) [106]. OctaTku UCTEHHOB
84 u 95 pacrnosiokeHbl 04eHb 0JIM3K0, T03TOMY B pe3yibTare MeueHust OCP B N-nmomene
oOpazyercst numep TMR, oTinuaromuiics or MOHOMepa GOPMOM CIIEKTpa MOTJIOIIECHUS

U KOPOTKHM I10 CPABHCHHUIO C MOHOMCPOM BPCMCHCM JKHU3HU.

105



- 47
0.530 _ A OHM 496 Hm 1-OCP®
0.424 1 =2 - 0CP"
1 B ——3- OCP*-OCP°
436 Hm
— 0.318
5 d
~ 0.212 4 /
) 1 2
o 0.108 —_/
0.000 / |
-0.106 \ 3|~
] ™ 547 HM
-0.212 ——t———
400 450 500 550 600 650 700
18 E 520 HM,_ 552 Hm
1.5+ [——1-0CP°TMR
1 1 e 2 - OCP*TMR
~ 127 469 1M e 3 - (OCP™-OCP®)TMR
o 1 o 4 - ApO-TMR
> 094 == 5-TMR
D‘ 06 1 439 um / 2
o 0 3_- - 586 Hm
i .
I~z VL
03 ~L 546 Hm
. —

T T T T T T
500 550 600 650 700

[OnwvHa BonHbI (HM)

450
dnyopecLeHUNA

Puc. 21. Ilepenoc sneprum mexnay poaamuHoM (TMR) u xaporunougom B komiuiekce ¢ OCP.
A — cnektpel noriomenus OCP B opamxeBod W KpacHOW (opme, MOJYydYeHHOW B pe3yJbTaTe
doroaktuBaumu. b — cnektpsl mornomenuss OCP B komiuiekce ¢ Tpems Monekyiaamu TMR,
OPUIIUTEIMUA K O€JKy uYepe3 IUCTEHHOBBIE OCTaTKU. UepHasi JTUHUS MOKa3bIBaeT IMOTJIONIEHUE aro-
dopmbr OCP meuenoit TMR. CrpaBa: cxema rmokasbIBaroias U3MEHEHHE PaCCTOSHUN MKy TpyTIIaMu
METOK M KapoTHHOHIoM B coctaBe OCP mpu doroaktuBanmu. PaccTosHUS OLIEHUBAIN C ITOMOIIBIO
BpeMs-pa3penieHHON  (IIyOpecIieHTHOM 0 HU3MEHEHUIO KU3HU

CIICKTPOCKOIINH BpEMCHHA

dayopecueniiun TMR.

Hanuuue AByX METOK C pa3jau4HbBIMA BPEMEHAMH KU3HH, PACIIOJIOKEHHBIX Ha
pa3sbix fomeHax OCP no3BoIMIIO HAM HE TOJIBKO ONPENEIUTh PACCTOSHUS MEXIY HUMHU
Y KapOTUHOUIOM, HO U HAOJI0/1aTh KaK MpH (POTOAKTUBAIIMY YBEIUUUBAETCS pACCTOSTHUE
Mexay MeTKoi B C-1oMeHe U KapOTUHOUAOM, B TO BpeMs Kak B N-JIOMEHE pacCTOSTHUE
yMeHblaeTcs. Takol crnoco0 u3MepeHus: BHyTPUMOJIEKYISIPHBIX PACCTOSHUN MO3BOJINI
HaM MOATBEPAMTH T'MIOTE3y O NEPEMEIIEHHH KeTOo-KapoTuHoujaa u3 C-momeHa B N-
nomen [105] Ha 12 A u mucconmanuy CTpyKTYpHBIX JOMEHOB 0ejka IpH 00pa30BaHUuK
aKTUBHOU OCPR, OTMETUTh, YTO BO30YXKJCHUE

KpacHOM Cnenyet

dbopmbl
¢dyopecuenTHON MeTKH npuBoamiio K aktuBanuu OCP u nepexony Oenka B KpacHYyIO

dbopmy, T.e. aktuBanus OCP Bo3MOXHa HE TOJBKO 3a CYET MPSMOro MOTJIOIMICHUS
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KBAHTOB MOJIEKYJION KeTo-kapoTuHouia B coctaBe OCP, HO U 3a cUeT nepeHoca SHEPruu
BO30YKIEHHSI OT MOJIEKYJIbl JOHOpPAa Ha KapOTHHOUJA. BeposiTHO, 3TO SIBIEHUE MOXKET
Urpatb pojb M B HATUBHBIX cucTeMax: eciu (¢oroaktuBauuss OCP  moxer
UHUIMMPOBATBCS IMEPEHOCOM DSHEPTUU OT (PUKOOMIMCOMBI, TO TPHU BBICOKHX
MHTEHCUBHOCTSX CBETOBOIO MOTOKA BEPOSTHOCTH auccoruanuu kKomiuiekca OCP-OBC
3a cuer penakcauuu OCP MoxeT ObITh 3HAUUTENBHO HMXKE, YE€M IpU HU3KOU

HWHTCHCHUBHOCTH.

[TockonbKy (IIyOpeclieHTHOE MEUYCHHME TO03BOJIMJIO HaM HaOJroaath 3a
dotommkniom OCP mo  dayopecreHuu, a  pe3yabTarhl OBUIM  YCICITHO
UHTEPIIPETUPOBAaHBl B paMKax QopMalm3Ma TEOPUU HWHIAYKTHBHO-PE30HAHCHOTO

NEPEHOCA YHEPTUU MBI ITPOJIOJKUIIN UCCIIEOBAaHUS THOPUAHBIX cucTeM Ha ocHoBe OCP.

C nomortipio abcopOIMOHHON U (ITyOPECIIEHTHONW CHEKTPOCKONHH HaMu ObLia
YCTAHOBJIEHA TeMIEpaTypHas 3aBUCUMOCTh ckopoctu mnepexoma OCP u3 opanHxkeBou
dopmbl B kpacuyio [92, 104]. Beicokuii sHepreTrueckuii 6aprep (32 KKai/MOJIb) I
penakcanuu KpacHo (hOpMbl O3HAYAeT, 4YTO HEOONbIIME W3MEHEHHUS TEeMIIepaTypbl
Cpeabl JOJKHBI CHJIBHO BIUATh HA CKOPOCTh PEAKLWH, YTO HNOTEHIMAJIBHO MO3BOJSET
paccmarpuBath OCP kak ceHcop Ttemmeparypel. s onpeneneHus JIOKaJIbHOU
TemMIiepaTypsbl B okpyxkeHuu OCP He00X0AMMO U3MEPUTH CKOPOCTh PETaKCalliy KPACHOM
(dbopMbI U anee, 3Hasi 3aBUCMMOCTb CKOPOCTH PEAKIIMU OT TEMIIEPATyPbl, MOKHO PEIIUTh
oOpatHyto 3a1auy. Hac 3aunTepecoBanu Bo3moxxkHOCTH ipuMenenust OCP s permeHust
MPUKIIAJIHBIX 3a]1a4, CBA3AaHHBIX C U3MEPEHUEM JIOKAIBHOW TeMmIepaTypbl, B TOM YHCIIE

BHYTPH KMBBIX KJICTOK.
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Puc. 22 BausHue temmnepatypbl Ha CKOPOCTh 00pa3oBaHus U penakcanuu kpacHoit gpopmsr OCP. A —
3aBucUMOCTH norioienus pactsopa OCP npu 550 HM OT BpeMeHU Npu alanTalluy NpernapaTa K CHHEMY
CBETY BBICOKOH MHTEHCUBHOCTH. B — 3aBUCHMMOCTH ckopocTh penakcaruu kpacHoi ¢opmbl OCP ot
TEeMIIepaTypbl B KOOpAUHATaX AppeHuyca.

BryTpukierounas temmeparypa SIBISETCS KIIOUEBBIM IMapaMeTPOM IS JKUBOU
KJIETKH, TTOCKOJIbKY OT HEE 3aBUCUT CKOPOCTH MPOTEKAHUS OMOXMMHUYECKHX PEaKIUil.
W3BectHbI paboThl [209], B KOTOPBIX ¢ MOMOIILIO BBEICHHUS B KICTKY (PJIyOPECIICHTHBIX
KpacuTesiell ynanoch TMOKa3aTh T'€TEPOreHHOCTh PACIpPEACNICHUs] TeMIepaTypel U e€
JIOKaJIbHOE yBEIMUYEHUE B 00J1acTH paboTarommx MUTOXOHApUNA. OTHAKO TaKHUE CEHCOPHI
00Ja1at0T PAIOM HEJIOCTATKOB, B TOM YHCIIE, UX HEOOXOIMMO JIOCTaBJIATh B KIETKY. B
TOM TUIaHE OYCBUIHBIM TIPEUMYIIIECTBOM OOJAgal0T TEHETHYECKH KOIUPYEMbIE
ceHcopel. OOHapyxuB, uto 3a (orouukiom OCP MoxxHO HaOmOAATH IO
(byopecieHITnH, Mbl PEIIUIIN CO3AaTh XUMEPHYIO KOHCTPYKIIHIO, cocTosyto u3 OCP u
(bayopeciieHTHOTO OeliKa U UCCIIeIOBaTh €€ CBOMCTBA. bbuH MOydeHbI IBa TUIIA XUMEP
Ha ocHoBe qukoro tura OCP u3 Synechocystis: B mepsom TagGFP Gbl1 npucoeauHeH k
C-xonny (cm. puc. 23), a Bo BropoM TagRFP k N-koniy. Takoe monoxeHue
(bIyopeclieHTHBIX MOJYJIe Ha KOHIIAX TMOJBIXKHBIX JJIEMEHTOB CTPYKTypel OCP

o0ecreynsio BO3MOXKHOCTh cOopku  xono-popmbel OCP B cocraBe XHMMEpHOUH
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KOHCTPYKIIHUH. O6e KOHCTPYKIIMHU OKa3aJINChb @OTO&KTI/IBHBIMI/I, 4TO IOATBCPIKAAIOCH

06paTI/IMI)IM HU3MCHCHHUCM CIICKTpPa IMOTJIOIMCHUA KAPOTHUHOKN A B COCTABC OCP.

KoHdopmaumnoHHasa nogaBukHocTb xumepbl OCP-TagGFP
é 1. Apo-OCP-TagGFP
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Puc 23. Monens kommuiekca OCP-dnyopecuentHbiii 6enok Ha mpumepe xumepsl OCP-TagGFP.
Bosmoxnoe pacnonoxenne OCP u TagGFP B xommiekce ObUIO OMpeie]ieHO Ha OCHOBE Pe3yJIbTaToB
MOJIEKYJIIPHOTO JOKHHTa, MO3BOJIMBIIHNX ONPEACTUTh pacCTosiHus (A) 1 OpHeHTAIMOHHBIN (akTop (B)
JUTSL KAapOTUHOMAA M XpoModopa (hIyopeciieHTHOro OeNka, 1 YTOUHEHHBIX 3a CYET IKCIIEPUMEHTATbHBIX
JaHHBIX 00 dS(P¢EeKTUBHOCTH TMEpeHOca JHEPTruU AJIEKTPOHHOTO BO3OYXKACHHUS Xpomodopa
bayopeciieHTHOTO Oenka Ha kapoTuHou B cocrae OCP.

MpI nokasainu, 9to 3a pororukanueckumu nepexogamu OCP B cocTaBe XUMEpHBIX
KOHCTPYKLHMH MOYXHO Ha0JIt0/1aTh HE TOJIBKO IO M3MEHEHUIO MOTJIOLIEHUS KapOTHHOU/A,
HO ¥ 32 CYET U3MEHEHHN I KBAaHTOBOTO BhIX0/1a (piryopectieHIny (PIryopeCcieHTHBIX OETKOB.
OnTHueckue CBOMCTBA M XapaKTEPUCTUKU (POTOLUMKIMYECKHX MEPEXOJ0B XUMEPHBIX
KOHCTPYKIMH ObUTA U3yYEHBI C TOMOIIBIO (JIIyOPECIIEHTHOMN CIIEKTPOCKOIIHNH C BBICOKUM
BPEMEHHBIM pa3perieHneM. J{Jis onrucaHust 3HePreTUYecKoro B3auMoIeHCTBUS TIOHOpa U
akuenropa sHepruu ((hayopecueHTHBIM Oel0K — KapOTHHOW) UCIOJIb30BAIM TEOPHIO
UHAYKTHUBHO-PE30HAHCHOTO MEPEHOCa SHEPTUU BO30YkKACHUS. B COBOKYITHOCTH ¢ psoM

PaCUETHBIX METOJIOB 3TO MO3BOJIUIIO ONPEACIIUTE CTPYKTYPY XUMEPHOU KOHCTPYKIIMU Ha
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pasHbIX dTanax dororukia (cMm. puc. 23).
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Puc. 24. VI3MeHeHHs MHTCHCUBHOCTH (IIyopecleHIMu XuMepHbIX KoHCTpykuuii OCP-TagGFP (A) u
OCP-TagRFP (B) mpu penakcaiuu OCP mocie (GpoToakTHBAIMKM MPH Pa3HbIX TemIiiepaTypax. B —
OTHOCUTENIbHAs aMIUIUTyJa WM3MEHEHHH HMHTEHCUBHOCTH (QUIyopecleHIMH Mpu (OTOAKTUBALIUU
XUMEpHBbIX KOHCTpyKiui Ha ocHoBe OCP u ¢dmyopecrentasix 6enkoB. I' — 3aBUCUMOCTH CKOPOCTH
penakcanuu kpacHoil popmel OCP oT Temneparypbl B KoopAMHaTaX AppeHuyca.

MBI okasaniu, 9To B XUMEPHBIX KOMIUIEKCaX CYIIECTBYET 2 MOIMYJISIIUU OETKOBBIX
KOHCTPYKIHUH, 3)PEKTUBHOCTh MUTPAIIUHN SHEPTUU B KOTOPHIX 3HAYUTEIILHO OTINYAETCS
(~80 mw 25 % gmna xumepsl ¢ TagGFP), 4uro oOycioBIE€HO TOJIBHKHOCTBIO
bayopecuieHTHOTO  MoAyJisa, coeauHeHHoro ¢ OCP  rubkum nunkepom. I[lpu
¢dotoaktuBaumu OCP 3(h(}EKTUBHOCT, MUTPALMH SHEPTHMH B XHMEpPax C 3€JIEHBIM
bayopectientHbiM Oenkom cHmkaercs (TagGFP), a ¢ kpacubim (TagRFP), nanpotus,
YBEIMYUBACTCS, YTO OOBSICHSIETCS M3MEHEHHUEM BEIMUYMHBI MHTErpaja TMepeKpPhIBaAaHHS
CHEeKTpOB (IIyOpecUEHIIMM JOHOpa U TMOIJIOIIEHUsl akuenTopa (mepexon So-Sp
KapOTUHOM/IA), & TAK)KE N3MEHEHUEM PACCTOSIHUS TPH MepeMeIeHuu kKapoTuaounaa u3 C-
nomeHa OCP B N pgomen. Otu usmeHeHUs H((PEKTUBHOCTH MUTPAIMUA DHEPTUU

onpenenstor (GopMy 3aBUCUMOCTH MHTEHCUBHOCTU (DIIyOpecUEeHUMH OT BPEMEHU IpU
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dotoaktuBanuu OCP u nocnenyromieit penakcaiuu. OJIHAKO, BO BCEX CIIy4asiX CKOPOCTh
penakcauuu kpacHod ¢dopmbel OCP, usmepeHHas 1o (ayopecueHIMU, 3aBUCUT OT
Temnepatypsl (3Heprus aktuBanuu — 28.1 kkan/monp 1iia xumepsl OCP-TagGFP u 19.8
1151 kKkasi/modib it OCP-TagRFP), uTo moTeHIIMaNbHO MO3BOJISET UCTIOJIb30BATh TaHHBIC
KOHCTPYKIIMU JJI1 U3MEPEHUsl JIOKAIbHOU TemmepaTypsl (cM. puc. 24). OpaHako mis
UCIIOJIb30BaHUS JaHHBIX KOHCTPYKIMM B KJIETKaX HEOOXOJMMa PEKOHCTPYKIIUS XOJIO-
dopmbr OCP, T.e. BcTpamBaHHe KapOTHHOWIA B OCIKOBYIO MaTpHIly. PermeHuto »Toi

npo0seMbl MOCBSAIIEH pasjen 3.4.

Takum o00pazom, HUCTONB3ys (IIYOPECICHTHYIO CIEKTPOCKOIUIO C BBICOKAM
BPEMEHHBIM pa3pelieHueM, HaM yAaloCh J0Ka3aTh, YTO B PE3yjbTaTe HWHIYKTHUBHO-
pezoHaHcHoro mnepeHoca sHeprun OCP  sddextuBHO TymmT QuryopecueHIno
(bUKOOMIIMHOB, psAfa (PIyOpPECHEHTHBIX KpacHTeNer U (IyOpecleHTHBIX OEIKOB, YTO
TOBOPUT 00 YHHUBEPCAIBHOCTH IIPUHIIAIA, PEATU30BAHHOTO B  (POTO3AIIUTHBIX
MexaHu3Max ImaHoOakTepuid. [ToHMMaHue 3THX TPWHIMIIOB MMO3BOJISIET CO37aBaTh Ha
ocHoBe OCP xmmepHBIE KOHCTPYKIIMHM, YYBCTBUTEJbHBIC K HAJIUYHUIO KapOTUHOWA,

dbopme ero crekTpa MOrJIOmEHUs U (POTOMHAYUMPOBAHHBIM M3MEHEHHSIM CTPYKTYPBI

OCP.

BreiBogbl k pazgeny 3.1 DHepreruyeckue B3aHMOJEHCTBHSI KAPOTHHOUIHBIX

0€eJIKOB C Pa3JIMYHBIMHU JJOHOPAMM YHEPTHUH 3JIEKTPOHHOT0 BO30YXK/ICHUS

1. Kaporunoun B cocrae OCP sBusiercss 3QGEKTHBHBIM aKIIENTOPOM SHEPTHU
AJIIEKTPOHHOTO  BO3OYXICHUS HE TOJNBKO JUIsi HATUBHBIX  ITUTMCHTOB
ITMaHOOAKTEPHAIBHBIX aHTEHHBIX KOMILJIEKCOB, HO W IS psfa (IIyOpEeleHTHBIX

OEJIKOB U KpacuTene.

2. IlepeHoc »sHeprum OHIEKTPOHHOTO BO30YXKIEHHUS B KOMILIEKCAX Pa3IMYHBIX
nurMeHToB U1 OCP 00yCIIOBJIEH IUIOJb-TUTIOIBHBIMUA B3aUMOJICUCTBUAMHU U

MOKET OBITh ONKCAH B paMKax (hopmanu3ma Teopun Depcrepa.

3. @unyopecueHtHoe MeueHue OCP 1o3BONSIET AETEKTHUPOBATh PACCTOSTHUE MEXKAY
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JAOHOPOM H aKIECIITOPOM SHCPIuHu U NICPEMCIICHNEC MOJICKYJIbI KAPOTUHOKW A MCKIY

nomeHamu OCP nipu hoToaKTUBAIUY.

. UyBcTBUTENBHOCTh (poTonukinyeckux nepexonoB OCP k temmeparype cpembl
MO3BOJIAET CO3/1aBaTb HA €ro OCHOBE (PIyOpECIEHTHbIE NATYUKH JIOKAIbHOMN

TEeMIIepaTyphl.
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3.2. ®OTOUMKI OPAHKEBOT0 KAPOTHHOMIHOTO 0eJIKa

Eite B mepBbIX HCCIIEIOBAaHUSAX KapOTHHOMIHBIX OelKOB InaHoOGaktepuii [87] B
cnekTpax nornoimeHuss 6enka OCP Obun 0OHApYKEHBI BE CHEKTpaJbHBIE (HOPMBI —
OpaH)eBas M KpacHasi, OJIHAKO MPUPOJIa 3TUX COCTOSHUI JI0Tr0€ BpeMsi OcTaBajiach 0e3
OO0BSICHEHHM. So-Sy MOTIIOMIEHIE MOJIEKYJIBI KETO-KapoTUHOU A (3’ -THIPOKCH-IXHHEHOH,
DXMHEHOH WJIM KAaHTAaKCAHTHH) B COCTaBE€ TaK HAa3bIBAEMOW HEAKTUBHON OpaHXKEBOUN
¢opmbr OCPP cyniecTBEHHO OTIMYAETCS OT CIEKTPA MOTJIONIEHUS JaHHOTO IIMTMEHTA B
OpPraHUYECKUX PACTBOPHUTENSX U XapaKTEpU3YeTCsl SAPKO BBIPAKEHHOW BUOPOHHOM

CTPYKTYpoO# (cM. puc. 25).
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Puc. 25. Xumuueckas CTpyKTypa ¥ CIEKTPHl MOTJIONICHUS KETO-KAPOTHHOHMIOB B IOJSPHOM
OKpy’eHHUH. (A) — HOIJIOIIEHHE XMHEHOHA B OpaHykeBoii U kpacHoit popmax OCP, myrante OCPWW u
munocomax. (B) — mornomenue cheponnena (SE) u cheponnenona (SO) B anerone. (B) — cTpykTypa
TPaHC M IMC M30MEPOB KaHTaKCaHTHHA, a Takxke CTpykTypa chepouaena (SE) u chepounenona (SO).
Pucynok u3 crateu [210] ¢ u3ameHeHUsIMU.

N3BectHO, yTO 3Heprusa 0-0 mepexoja B CHEKTPE MOTJIOUIEHUS KapOTHHOWIA U

4acTOTa KOJeOaHMs TBOMHBIX CBA3EH 00pAaTHO MPONMOPIUOHATBHBI KOJTMYECTBY JBOWHBIX
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ces3eir (N) B compspkeHHOM T-3J€KTPOHHOM cucrteMme (mimHa conpsbkeHus). Jlis
JVMHEWHBIX KapOTUHOUIOB (JIMKOMWH, HEHPOCTIOPEH) XapakTEepHO HAIMYUE SPKO
BBEIPDOKCHHONW BHUOPOHHOW CTPYKTYpHI CIEKTpa IOTJIOMICHUS, KOTOpas OOYyCIOBJICHA
B3aMMOJICUCTBUEM DJICKTPOHHBIX U KOJI€OATEIbHBIX COCTOSHUN MOJIEKYJbl. OCHOBHOM
BKJIAJT B KOJICOAHUS TAKMX MOJICKYJ BHOCSIT KOJICOAHUS OJJUHAPHBIX U JBOMHBIX CBS3CH (-
C=C-, Mozia V1) ¢ XapaKTepHBIMHU YacToTaMu nopsaka 1150 u 1520 cm™, uro oTueTMBoO
NPOSIBIISIETCS. B (pOPME TOHKOW CTPYKTYPHI CIIEKTPOB TOTJIOMICHHS (3a30p MEXIY
nosiocamu 0-0 m 0-1 paBen (vi+ v2)/2). Ha mormomenrne KapOTHHOWIA TAaKKE BIUSET
MOJIIPU3YEMOCTh CPEIbl, C POCTOM KOTOpOH HAOIIOAaeTCs MPOMOPIHOHAIBHOE
cHmkeHue sHeprun 0-0 mepexoia v XxapakTepHON YaCTOThI KOJIeOaHUs TBOMHBIX CBSI3EH.
OTH mpaBwWiIa BBHITIONHSAIOTCS U B ClOydae MUKINYCCKUX KapOTHHOWIOB (OeTa-KapOoTHH,
JIOTEWH, 3€aKCAaHTUH W T.J.) JUISl KOTOPBIX TaK)Ke XapaKTepHO HAIUYUE BBIPAKCHHOU

BUOPOHHOM CTPYKTYpBI crieKTpa moriomenus [204, 211-215].

VY KapOTHHOUIOB C 3-MOHOHOBBIMHU KOJIBLIEBBIMH IpyIIiaMu (MPOU3BOJHBIE OeTa-
KapOTHHA) JOMOJIHUTEIbHBIE T-3JIEKTPOHBI MOTYT BXOIUT B COIPSKEHUE C M-CUCTEMOM
OCHOBHOMW TOJMEHOBOM 1ienu B TpaHC KoHpopManuu. Takum obGpasom sddexTruBHAs
mmHa conpspkeHuss (N) 7-CHCTEMBI MOXET W3MEHSTHCS B pPe3ylbTaTe IMOBOPOTA
KOJIBLIEBBIX TPYHI OTHOCUTEJIBHO IOJIMEHOBOW II€NM, 4TO, OE3yCJIOBHO, BIIMSET Ha

nosioskenre 0-0 mepexoaa U 4acToTy KosieOaHus IBOMHBIX cBs3eit [169].

Cpenn JMHEWMHBIX W IUKIMYECKUX  KApPOTUHOHUJIOB  KETO-KapOTHHOMUbI
BBIICJISIIOTCSL B 0COOyr0 rpymiy. B  KeTo-kapoTMHOMIAX CUMMETPHUS MOJIEKYJIbI
HApYIIAETCs 32 CUET COMPSHKEHUS KapOOHUIIBHON TPYMIBI C T-3JEKTPOHHONU CHCTEMOM
OCHOBHOM 11e1H, U (OTOU3UYECKHUE CBOMCTBA 3HAUUTEIIBHO U3MEHSIOTCS TI0O CPAaBHEHUIO
C AaHAJOTUYHBIMH KApOTHHOMJAMH, HE HMEIONUMUA KapOOHUIILHON  TPYIIIHI.
[TaprpanbHbId OTpULIATEIBHBIN 3apsi, JIOKAIM30BAaHHBIM Ha KUCIOPOIe, 00YCIaBIMBaCT
JIATIOJIb-TUTIOJIbHBIE B3aUMOJICUCTBUS MOJICKYJIbl KapOTHHOMJA C OKpyKeHueM. B
JIUTEPATYPE 3aBUCUMOCTbD CTALIMOHAPHBIX CIIEKTPOB MOTJIOMIEHUS KETO-KapOTUHOUJIOB OT
MPUPOJIBI PACTBOPUTENS OOBSCHSIOT HAJIMYMEM COCTOSIHUM C BHYTPHUMOJIEKYJISIPHBIM
nepenocom 3apsma (Intramolecular Charge Transfer, ICT) [214]. Dto siBieHue
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oOecrieynBaeT OBICTPOE MeEpepacrpeesieHue AIEKTPOHHON IIOTHOCTH MOJIEKYJIbI B

B036y}KI[CHHOM COCTOSHUU.

N3MeHeHnE OKpPYKEHHS KETO-KapOTHHOWJA C HEMOJISPHOTO Ha TMOJISIPHOE
IPUBOJUT K 3HAYUTEIbHBIM MOJU(PHUKALMSAM CHEKTPA MOTJIOMIEHHS], YTO XOPOUIO BUIHO
Ha npumepe - chepousiena u chepousieHoHa (cM. puc. 255). EquncTBeHHOE paznuyne B
XUMHUYECKON CTPYKTYypE 3TUX JBYX KapOTMHOMIOB — 3TO HAIMYUE KETO-TPYIIBI Y
chepougerona. CeKTpbl 3TUX MOJIEKYJI B HETIOSIPHBIX PACTBOPUTEIISIX MPAKTUYECKU HE
otnuyarorcs. OTHAKO B MOJSPHOM OKPY>KEHUU Y chepOoUIEHOHA, HAPSAY C YBEIMYCHUEM
3¢ (GHEKTUBHON JUIMHHBI CONPSHKEHUSI, COMTPOBOXKIAIOIIUMCS 6aTOXpoMHBIM cBurom 0-0
nepexoja, HAIMYUE KeTO-TPyIIbl, B3aNMOAECHCTBYIOIIEN C PACTBOPUTEIIEM, IPUBOJIUT K

SHAYUTCIBbHOMY YHIMPCHHIO IIOJIOC B CIICKTPC IO JIOIICHUS.

Takum 00pa3om, B3aUMOJIEUCTBUE T-AJIEKTPOHOB KETO-TPYIIIbI C T-3JICKTPOHHOU
CUCTEMOM OCHOBHOW IIEMH MOJMEHOBOW WLENH MPUBOAUT K TOMY, YTO IOIJIOIICHUE
KapOTUHOHWJIAa CMEIIAeTCsd B KpacHyK o00JacTh, a MEPEXOJbl MEXIy BHOPOHHBIMHU

COCTOSIHUSIMM YIIIUPSIFOTCS, 32 CYET YETO CIEKTP MOTJIOLIEHUS TEPSAET TOHKYIO CTPYKTYDY.

Bce Bblienepeunciennbie 3 PeKThl Cka3pIBatoTCA Ha ciekTpax noriomenus OCP
npu nepexojqe opanxkeBoro OCP kpacuyro dopmy (puc. 254), KOTOpHIN HE CBSI3aH C
XUMHUYeCKON Moaudukanueil kapotuHouaa. [IpuumHbl 3TUX pazauuuii 00yCIOBIIEHbI
CTPYKTYPHBIMH OTJIMYMSIMU 3THX MHUTMEHT-OENKOBBIX KOMIUIEKCOB. B opaHxeBoi
HeakTuBHOM Qopme OCP nokanbHOe O€IKOBOE OKpY)KEHUE KETO-KapOTHHOUIA
OKa3bIBAET BJIMSHUE HAa KOH(POPMALMIO KapOTUHOWAA, UCKPUBIAS MOJUEHOBYIO LIETb
OTHOCHUTEJIbHO PaBHOBECHOM KOH(UTypauuu. OJHAKO BaXHEHIIMMU CTPYKTYPHBIMHU
dakTopaMu, ONpEENSIOIIMMA HEOOBIYHbIE CIEKTpajbHbIE XapaKTEPUCTUKU KETO-
KapOTUHOM/IA, U CTA0MIBHOCTh OpaHkeBOW HeakTUBHOU (hopmbl OCP sBISIIOTCA OCTaTKU
tupo3uHa-201 (Y201) wu tpunrodana-288 (W288), BeIcTymaromme IOHOpAMH
BOJOPOJHBIX CBSA3EH ISl KETO-TPYIIBI KapoTWHOWJA. Hamnume STHX BOJOPOIHBIX
CBS3€H, IO CyTH, U30JIMPYET KUCIOPOA KETO-TPYNIBI KAPOTUHOMA OT MOJIMEHOBOU LEIH,
YTO NPUBOJUT K MPOSBIECHUIO TOHKOW CTPYKTYpPBI B CIIEKTPE IOTJIOLIEHNS HEAKTUBHOU

dopmbr OCP (cM. puc. 254). Hao0opoT, pa3pbiB BOAOPOIHBIX CBSI3EH M MOCIICAYOIIAS
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penakcanysi KOHPOopMaIKi MOJIEKYJIbI KAPOTUHOM 1A TPUBOJIUT K B3aUMOIEHCTBUIO KETO-
IpYyNIbl C T-CUCTEMOM MOJIMEHOBOH LIETH, YTO COIIPOBOXKIAETCS OATOXPOMHBIM CABUTOM
U 3HAUYUTEIBHBIM YIIMPEHUEM TMOJOCHI Sg-Sp CHEKTpa MOTJIOLIEHUS. AHAJIOTHYHBIC
CHEKTPAJbHBIE HM3MEHEHUS MPOUCXOJAT MPU YACTUUYHOM IPOTEOJIM3E OEKOBBIX
npenaparoB OCP, nony4dennsix B padote Kay Holt, T., (1981), u npuBOAUT K OSBICHUIO
TaK Ha3bIBAEMOI'0 KpacHOro kapotuHouaHoro 0enka RCP, ogHako aumb coycts 27 netr
ObLIO MoKa3aHo [68], YTO MICHTUYHBIMU CHIEKTPATFHBIME XapaKTePUCTUKAMH 00J1aaeTt
v (Qusnonornuecku axktupHag Qopma OCPR, kortopas obpasyerca B pesyibrare

dboToakTUBAIIUU OeTIKa.

CornacHO COBpEMEHHBIM MPEACTABICHUSAM, MPH (HOTOAKTUBALMU KAPOTUHOU[
TepseT cBa3b ¢ C-IoMeHOM Oellka, M30MEpHU3yeTcs U epeMelmaeTcsl npuMepHo Ha 12 A
BrIyOb N-momeHa, nocie yero ctpykrypHbie JoMeHbl OCP TepsitoT ocTaBiimecs: 0e1ok-
O€JIKOBbIE KOHTAKTBI M YJIAJISIFOTCS JPYT OT JIpyra Ha pacCTOSHUE, OTPAaHUYEHHOE JIUIIb
JUIMHOW MEXJOMEHHOro JHHKepa. ClieryeT OTMETUTh, YTO CaMO SIBJICHHE OOpaTUMOM
¢oroxkonBepcun OCP ObLIO ONMUCAHO TOJNBKO CHycTS 4 roja Mocie YCTaHOBJICHUS
doTtoperynsaTopHOil posn JaHHOro Oenka B kieTke. Jlo cepenunst 2017 rona, korjga K
uccienopannio ¢ortourkia OCP moakmounnack Hama rpynna, B ¢oromukiae OCP
BBIJICJISUIA JIMILb 2 COCTOSIHUS (aKTUBHOE M HEAKTUBHOE), a MEXaHU3M (POTOAKTHUBALIUU
OCTaBaJICS HEBBISICHEHHBIM. PellieHnto 3TuxX npoosieM MocBAIleHa ceprs IKCIIEPUMEHTOB,

OIMMUCAHHKIX B JAaHHOU TJIaBeE.

[TockonbKy HMMEHHO OpraHM3aIusl JIOKAJIbHOTO OEJIKOBOTO OKPYXEHHS KeTO-
KapOTUHOWJIAa ONPEAENSIET €ro CIEKTPaJbHbIE XapaKTEPUCTUKU, a OCHOBHBIMU
KOHTaKTaMHu XpoModopa u Oeska sBJISIIOTCS BOJOPOJHBIE CBsI3U ¢ ocTaTkamu Y201 u
W288, Mbl ucciaeaoBaiv poJib 3THUX CBI3€d M MPUCTYNUIU K KOHCTPYHPOBAHUIO
MYTaHTOB C TOUCYHBIMHU 3aMEHAMU ATUX aMHUHOKHCIIOTHBIX OCTaTKOB. MBI MMOKa3aJik, 4YTO
nBoiinoi mytant Y201 A/W288A He ciocoGen 06pa3oBhIBaTh opamkeByro popmy OCPO,
YTO OYEBUAHO OOBSICHSIETCA OTCYTCTBHEM BOJOPOJIHBIX CBS3€H MEXAY KETO-
KapoTHHOUJIOM U OenkoM. OJIHaKo, B MpenapaTax MyTaHTOB ¢ OJIMHOYHBIMHU 3aMEHaMH
Y201A nmn W288A Obuta BeIsiBIIeHa MUHOpPHAs (ppakiusi opaHkeBoil (popmbl Oernka,
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CHEKTp KOTOpoM oTinyaics oT crnekrpa aukoro tuna OCP spko BbIpaXxeHHOU

BUOPOHHOM CTPYKTYypoi (puc. 254).

= =—WT OCP —OCE W
8 _ @ —_—
: z B Gpaiseeses dopue B e
- 5 |
- . ‘Ef
—~ g L8
o o
) % .
3]
E] 5 J
2 C
5 s 0.4
- 8— |
T T 90 % a8 %
0.24
i 10 %
2%
0.0 1T T 7
360 420 480 540 600 360 420 480 540 600
[nvHa BomnHbl (HM) [nvHa BonHbl (HM) OnwvHa BonHbl (HM)

Puc. 26. BnusiHre TOYEYHBIX MYTAIMi B JIOKATEHOM OKPYKEHHH KETO-TPYIIITBI KAPOTHHOM 1A HAa GOpMY
CHEKTPOB HorJomeHus 6e1KoBbIX npemnaparoB OCP. A — criekTpsl moriomeHus MyTanTHbix popm OCP
B 0.8 M ¢docharnom Oydepe. Tabmmia moka3sBacT BBIXOJ OpPaHKEBOW (OTOAKTUBHOH (GOpMBI B
npenapate. 3HaK * yka3pIBaeT UTO MPHU BHIIECICHUU OpaHkeBas ¢opMma OTCYTCTBOBaJla U €€ yJanoch
MOJTyYUTh TOJIBKO 32 CUeT MHKyOamuu npemnapara 0enka B pochatnom Oydepe. Paznoxenue crekTpoB
nornomenus aukoro tuna (B) u myranta OCPYW (B) Ha KOMIOHEHTHI TyTeM BEIYMTAHHUS MOTIOMIEHUS
KpacHoU (hopMbl, MOTy4aeMol B pe3yibTare (POTOKOHBEpCUU 00pasiia.

OTOT pe3yJbTaT CBUIETEIBCTBYET O TOM, YTO HaJUYMUE CPa3y JIBYX BOAOPOIHBIX
cBsa3eit ¢ Y201 u W288 He sBisieTcst 00g3aTeNbHBIM J17151 00pa30BaHUs OpaHKEBON (POPMBI
OCP (cM. puc. 26). MyTtanuu He TOJBKO CHHKAJIW aKTHBAIMOHHBIA Oapbep peakiuu
dboTomnpeBpaleHuss mpenapara B KpacHyio (popMy HpUMEpHO Ha S5 KKaji/MOJb, YTO
COOTBETCTBYET JHEPrHH OJHOTO MOJISI BOJOPOAHBIX CBS3€H, HO TaKkKe CHIKAIU
CTaOMJIBHOCTh KOMITAKTHOW OpaHkeBoM (hopmbl Oeska, u3-3a 4ero (hpakirmoHUPOBATh
npernapaT W BBICTUTh OpamwKeBble (OpPMBI B YHMCTOM BHJAE HE MPEACTABISIOCH
BO3MOXHBIM. [T03TOMY HaMu ObLJT CKOHCTPYUPOBAH MYTaHT C 3aMeHO# Tupo3uHa-201 Ha
tpunrodan (OCPWW), koTopslil okasancs cTabuieH B OpaHkeBoil GopMe, a €ro CIeKTp
MOTJIOIICHUS TAKXKE XapaKTepU30BaJICS XOPOILIO BBIPAXKEHHONM BUOPOHHOW CTPYKTYpOM
(cM. puc. 26 B). Ham ymanoch moayuuts audparupyromue kpuctammsl OCPYW u
1CCIIe10BaTh OPraHM3alluIo0 MUTMEHT-0EIKOBOr0 KOMILIeKca ¢ paspemenueM 10 1.39 A ¢
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MOMOILbIO PEHTTEHOCTPYKTYPHOTO aHAIM3a, YTO Ha JAHHBIA MOMEHT SIBJISIETCS JTy4YIlIUM

paspenieHueM cpea Beex rcclieqoBaHHbix cTpykTyp OCP u ero npoussoansix (cm. PDB

ID 6T6K, 6T6M, 6T60 [216]).

-92.3+8.0

%, dihedral angle (°)

[ out
0 20 40 60 80 100 O 200 400 600 800 1000 1200
Time (ns) Count

Puc. 27. MUccrenoBanue TpOCTpaHCTBEHHOH crpykTypa MmyTanta OCPYW ¢ momomrsio
PEHTI€HOCTPYKTYPHOT'O aHAJIM3a U MOJIEKYJIAPHON AMHAMHKH. A — obuwmii Buz crpykrtyp OCP PDB ID
6T60. B — 0651aCTh KOHTAKTOB KETO-KapOTUHOUAA C THAPOPOOHOI 00J1acThiO BHYTPHU Oenka. YKa3aHbl
KJIIOYEBble aMHUHOKUCIOTHBIE OCTaTKU. C — 001acTh CBSI3bIBaHUS [B-MOHOHOBOTO KOJIbLIA MOJIEKYJIbI
sxuHeHoHa B C-nomeHe OCP 3a cuer 06pa3zoBaHHs BOIOPOIHOMN CBSI3U C OCTaTKOM Tpunrodana-288. D
— MOJISTMPOBAHUE MTOABIKHOCTH KoH(pOopMepoB octaTka Tpunrtodana-201. J[nmuHa TpackTopuu 100 Hc.

Anamus xpucramamueckoi ctpykrypst OCPWW nokaszan, uto momonHUTENbHBIH
TpunTodaH, BBEJACHHBIH BMeCTO THUpo3uHA-201, MOXKET HaxOIUTbCI B JBYX
KOHQUTYypalusX, HA OJHA W3 KOTOPHIX HE 00pa3yeT BOJIOPOAHBIX CBSI3EH C KETO-
KapOTUHOMIOM. DTO MPUBOIUT K Oosiee cuiIbHOMY 3(pPeKTy B3auMOoAeHCTBUS KUCIOPOa
KETO-TPYMNIbl KAPOTUHOUAA C €AMHCTBEHHBIM OCTaBIIMMCS JOHOPOM BOAOPOIHOM CBA3U
- Tpuntodanom-288, UTO OTpaxkaeTcss B CXOACTBe cnekTpos nornomenus OCPWW y
JIPYrUX MyTaHTOB, 00JaIal0IIUX €IMHCTBEHHOW BOJOPOIHON CBs3bI0 (cM. Tabnuyst 1 n

2). B otnnune ot myrtanToB ¢ 3aMeHamMu Y201A wim W288A CHekTp MOIIIOIICHHUS
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npenapata OCPWW okasascst roMoreHHbIM - 6€3 NPUMECEH CIIOHTAHHO 0OPa3yIOIIUXCS
KpacHbIX (opM ¢ OONBIIMM IO CPaBHEHUIO C KOMIIAKTHOMW OpaHXeBOW (PopMoi
TUAPOIMHAMUYECKUM PAJNYyCOM, U YPE3BBIYAITHO HU3KUM BKJIAJIOM KPacHOM (opMbI (He
6onee 2 %) B KOMIIAKTHOM COCTOSIHUH, J1aXKe 10 cpaBHeHUIo ¢ qukuM turiom OCP (6onee
10 %).

Bonpmias cnekrpanbHas Te€TepOreHHOCTh U yIupeHue crnekrpa aukoro tuma OCP

10 cpaBHeHuto ¢ myrtanrtamu (OCPWW

U MOJ00HBIE, CM. puc. 26) CBUIETEIBCTBYET O
BO3MOYKHOM KOHKYPEHLIMM JBYX aMHUHOKHCIOTHBIX ocTatkoB (Y201 m W288) 3a
BOJIOPOJHYIO CBSI3b C KETO-TPYMNIIONM KapOTMHOMJA, 4YTO, BEPOSITHO, YBEIWYUBACT
KOH(GOPMALlMOHHYIO MOJBMKHOCTh MOJIEKYJIbl KapOTHHOHMJA 3a CYeT IMOBOPOTOB [3-
MOHOHOBOIO  KOJIBLIA,  COZAEpXKAILEro  KETO-TPyIIly. OTH  IPEANOIOKECHHUS
NOATBEP)KIAIOTCA  PE3ysbTaTaMH, IIOJYYEHHBIMM HaMH C IIOMOINBKD METOJOB

MOJIEKYJIIPHOM JTMHAMMKH, KOTOPBIE MOKA3BIBAIOT, 4TO B MyTante OCPWW

BOJOPOHAA
CBSA3b MEXKIY TpUNTO()AaHOM-288 1 KUCIOPOJOM KapOTHHOUAA COXPAHSAETCS BAOJb BCEH
TPACKTOPUM MOJIEKYJISIPHOW JTUHAMUKH, B TO BpeMs Kak B nukoM tune OCP 3ta cBs3b
MOKET OTCYTCTBOBAaTh IIPHU COXPAHEHUHU CBSI3U ¢ TUPO3UHOM-201. MBI 0OHapyKUJH, 4TO
BBIXO/1 aKTUBHOM KpacHOH (hopmbl ipu poroakTuBanmu OCP yBenuuuBaeTcst y MyTaHTOB
C OJIHOM BOJOPOJHOM CBA3BIO (BEPOSTHO, 32 CUET CHIKCHUSI aKTUBAIIMOHHOTO Oaphepa
peakluuu TMPUMEPHO Ha S5 KKaja/Moyb) [ AAJbHEHMIIEro H3y4YeHHs MEXaHU3MOB
¢oroaktuBanuu OCP MbI pemmnm ucciaeaoBaTh AMHAMUKY BO30YKJIEHHBIX COCTOSIHUN

MOJIEKYJIbl KapoTuHOMJA B coctaBe naukoro tuna OCP u psiga MyTaHTOB ¢ TOMOIIBIO

MeTO0B (heMTOCEKYHIHON abcopOInoHHO# criekTpockonuu (puc. 27).
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Puc. 28. [luddepenumanbrple ceKTpsl noriomeHus npenapato aukoro tuna OCP u psiia MyTaHTOB
U3MEpPEHHbIE C MOMOLIbIO JIa3epHOH a0COPOLMOHHON CHEKTPOCKONUHM 30HIMPOBAHUSA-HAKAUYKH C (C
BPCMCHHBLIM PaspClICHHUECM. HpOCBeTJ'ICHI/Ie I10JIOC ITOTJIOIICHHA ITIOKa3aHO CUHUM IIBETOM, ITIOTIJIOIICHHCE,
BO3HHKAIOIIEE B BO30YKIECHHOM COCTOSIHMM - KpacHbIM. KonneHtpamms OenkoBbix mpemnapatoB 200
MKM. Bo30yx/ieHre KapOTHHOHIA UMITYJILCOM Hakauku ocyriectisuii mpu 520 um (WT Y201W) u
580 um (W288A u COCP).

[TockonbKy mepexobl So-S1 B KApOTHHOMIAX 3aMPEIleHbI TPaBUjiaMiu CUMMETPHH,
IpU TIOTJIONIEHWM KBaHTa 3aceiisieTcss ypoBeHb Sy. Jlanee, mpoucxoguT ObICTpas
penakcanus Sy (XapakTepHOE BpeMsl KU3HHU BO30YKIeHHOTO coctosinusg ~ 100 dc) u
3acesrieHue ypoBHA S; (BpeMs ku3Hd 3-5 1ic). [ KeTo-KapOTMHOWAOB B MOJISPHBIX
Ccpellax XapaKTEpHbI TAKXKE COCTOSIHWS, BO3HUKAIOUIME 3a CUET IMEepepacIpeiesICHUs
AJIEKTPOHHOM TIOTHOCTH MOJIEKYJIBI B BO30YXKIECHHOM COCTOSIHUM — TaK Ha3bIBa€MbIC
COCTOSTHUA C TTepeHocoM 3apsza (intramolecular charge transfer states, [CT, Bpemst )xu3nu
ot 300 mo 800 ¢c). [TockoabKy 3TH COCTOSIHHS 00JIaAAI0T OTIMYAIOIUMUCS BpEeMEHAMHU
KU3HH U TIPOSIBISIOTCS B PA3IMUHBIX 00JIACTAX PA3HOCTHOTO CIIEKTPA IMOTJIOMICHUS

KapoTuHouaa (cM puc. 27), METOIbI TJIOOAIBHOTO W TApreTHOrO aHAM3a MO3BOJISIOT

Ha0JI01aTh 32 HBOJIIOLIMEN BO30YKICHHBIX cOCTOSIHUM. ClielyeT OTMETUTh, YTO JAAHHBIH
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MOJXO0/1 MPUMEHSIICS K U3YyUYEHHUIO BO30YKJIEHHBIX cocTosiHUM KapoTuHouaa B OCP emre
JI0 yCcTaHOBJIeHUs (usnosorndeckoit ponu Oenka (Polivka, T. et al. (2005) [78]), Ho He
MO3BOJIMJI BBIIBUTH OOpa30BaHUS MEPBUYHOTO (HOTOMPOAYKTA M3-3a KpalHE HU3KOTO
kBaHTOBOro BbIxona (~ 1.5 %). Otu mapametpsl ¢otokonBepcuu OCP 3aTpynHsiiv
WCCJICIOBAHUE CBSI3U MEXKIY BO3OYXICHHBIMH COCTOSHHSIMH KETO-KapOTHHOUIA W
HAYaJIBHBIMA ~ CTaAWsIMU  (QoTonukiIa. Bpicokas paszpemaromas  CIocOOHOCTh
dbeMTOoCeKyHIHON  criekTpockonuu  mo3Boauwiao Konold, P.E. et al. (2018)
[217]oOHapyxuTh B TuHAMUKE BO30YKACHHBIX cocTostHuit OCP ere 0 JuH KOMITOHSHT —
S* ¢ xapakTepHbIM BpeMeHEeM KU3HU nopsiaka 12 nc u Beixogom Menee 5 %. Ilpupona
COCTOSIHUA S* KapOTUHOUJOB Ha JaHHBIM MOMEHT OCTaeTcs OOBEKTOM Hay4YHBIX
JIMCKYCCHUH, OJTHAKO U3BECTHO, YTO €TI0 BOSHUKHOBEHUE XapaKTEPHO UCKIIOUUTEIIBHO J1JIs
KETO-KapOTHUHOUJIOB B MOJSIPHBIX CpPENax M, MPEAINOJIOKUTEIbHO, OHO COOTBETCTBYET
MOJIEKYJIaM C HEPaBHOBECHOUM KOH(UTYpAITUEH TN «TOPSTYEMY» OCHOBHOMY COCTOSIHUIO
kapotuHouaa [214]. Konold, P.E. et al. npeanonoxumu, 94ro S* MOXeT Urpath poib B
dotoaktuBanuun OCP, oaHako HM3KUA BBIXOJ[ JAHHOTO COCTOSIHMSI HE IO3BOJIHII

OIIPpCACINTD IIYTHU €TO BOSHUKHOBCHHA.

Uccnenys nuHamuky BO30Y>KIEHHBIX cocTosiHui nukoro tuna OCP u myranTa
OCP"W  MpI 06HAPY MU, YTO BBIXOJ S* B OeJIKE C €IMHCTBEHHOM BOJIOPOJIHON CBA3BIO
Mexay TpunToaHoM-288 U KETO-KapOTHHOUIOM yBesnuuBaeTcs 110 26 % (cm puc. 29),
T.€. OoJiee yeM B 5 pa3 mo cpaBHeHUto ¢ qukuM tunoMm OCP, B koTopoM HaOIr01aeTCs
TeTepPOreHHOCTh KOH(pOpMAIMK KApOTHHOMJIA W3-32 B3aMMOJEHUCTBUS KHUCIOpOJa C
JIBYMsI JIOHOpaMH BOJOPOAHBIX CBsizei. Mcmonb3yst rioOanbHBIM aHald3 MacCHUBa
CIEKTPAIbHO-KUHETUUECKUX JAHHBIX HaMH yCTAHOBJIEHO, YTO COCTOSIHUIO S*
MpeamecTByeT  o0pa3oBaHHWE  «CMEIIAHHOTO»  BO30YXKIEHHOTO  COCTOSIHUS,
XapakTepusyloleecs MepeHocoM 3apsia. Takum oOpa3om, mepepachpeiesieHue
AIIEKTPOHHOM TUIOTHOCTU B BO30YKJIEHHOW MOJIEKYJIE KETO-KapOTUHOWJA MPUBOJIUT K
MOSIBJICHUIO HEPAaBHOBECHBIX KOHpopmaruii xpomodopa (S*), KoTopbie BEpOSTHO

o0ecTieunBarOT pa3pbIB BOAOPOAHBIX CBsA3eH u mHUIManuio pororukia OCP.
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Puc. 29. VccnenoBanue AMHAMHUKU BO30YKJIEHHBIX COCTOSIHUN MOJIEKYJbl KeTo-kapotuHouaa B OCP.
A — nuddepennuanbable crekTphl noraomenus aukoro tuna OCP (WT) u mytanta OCPWW yepes 1
nc mocie Bo30yxkaeHus kaporuHomaa 30 ¢c mazepHbiM umiynbcoM npu 520 M. B — kuHeTuka
BOCCTaHOBJICHHUS MOTIIoIIeHUs B o0macti S00 HM, XapakTepu3yromiast OsSBJICHHE OCHOBHOTO COCTOSTHUS
kapoTuHOMa So B Ipenaparax aukoro tinma OCP u myranta OCPWYW, C u D — criexTphl KNHETHYECKHX
kommoneHT (Decay Associated Spectra, DAS) nuddepennuansaoro moriorenus aukoro tumna OCP u
mytaata OCPYW, E — mozens mepexonos Mexry coctosausamu kapotunousa B cocrabe OCPYW nocne
norjouieHuss (oToHa. F — KWHETMKM W3MEHEHHUU OTHOCUTEIHHOW KOHIIEHTPAIlUU COCTOSHUU U
cooTBeTcTByoIMe  crmekTpbl  (G)  BOCCTAHOBJEHHBIE  MyTE€M  aNpPOKCHMAIMH  MacCHBa
9KCTIIEPUMEHTATBHBIX JAHHBIX C IOMOIIIBIO MOJIENH, peacTaBieHHoi Ha cxeme (E). PucyHok u3 cratbu
[216].

J1yist mpoBepku rumnoTe3bl 00 yyactuu coctosiHust S* B pororukiae OCP nHamu Obia
MIPOBENICHA CEPHsl IKCIIEPUMEHTOB 110 U3YUYCHHUIO CKOPOCTH pa3phiBa BOJIOPOIHON CBS3U
MEXIY KETO-KHUCIOPOJOM KapoTHHOMAA M ocTaTkoM Tpuntodana-288. Hcciemys
dotoumkn OCP ™Mbl OOHapyXWiM, YTO TEPEXOAbl MEXKIY COCTOSHUSMU THUTMEHT-
OETKOBOTO KOMITJIEKCA MOXKHO HAOMI0JaTh HE TOJBKO IO HM3MEHEHHWIO CIIEKTpa

MOTJIONICHUS KapOTUHOWA TIpH oOpaTUMOM Tiepexoje Oelika U3 opaHkeBoil (HopMbl B
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KpPacHYI0, HO TaKXKe U TI0 U3MEHEHHUIO0 THTCHCUBHOCTH (DIIyOPECIICHITNH TPUMITOGAHOBBIX
octatkoB B coctaBe OCP. H3BectHo, uTO (iayopecueHus TpunrodaHa KpaiiHe
YyBCTBUTEIbHA K U3MEHEHUIO JIOKAITBHOTO OKPYKEHHUS 3TOTO aMUHOKHUCIIOTHOTO OCTAaTKa
B Oenke [148]. D10 sBIICHHE JIGKHUT B OCHOBE MHOTHX OMOXMMHYECKUX M OMO(PU3UUCCKUX
METOJ/IOB OIICHKH OEOK-OCIKOBBIX W OCIOK-TUTAaHIHBIX B3aUMOJCHCTBUHN, a TaKkKe
UCCIICIOBAaHM KOH()OPMAIIMOHHOW TOJBIKHOCTH OeiKoBOM Matpuilel [218]. Mer
noka3zainu, 4yTo ¢otoaktuBanuss OCP u mepexoxa Oenka B KpacHyI0 (HOpMy MPUBOAHT K

MHOTOKPATHOMY YBEJIIMYCHUI0 MHTEHCUBHOCTH ()IYOPECLUEHIIMH €ro TPUIITO(PaHOBBIX

ocratkoB [92, 219].

AHanu3 MrHOBEeHHBIX cnieKTpoB ¢uryopecueHmu OCP B Y® nuanazoHe nokasai,
yto B opanxeBoil dopme OCP duyopecuennust ocrarkoB Tpunrodana W288, W41,
W110 u WI110 norymeHa cTaTM4ecKd, a HHTEHCUBHOCThH (ayopecueHuuun W101
CHW)KEHa 3a cyeT 3((HEKTUBHOIO MEPEHOCA DHEPTUU AJIEKTPOHHOTO BO30YKICHHS Ha
MoJiekyny kapotuHouzaa (puc. 30) [219]. Mbl nmpennosiouwiv, 4To HaO0JacMoe B
AKCIEPUMEHTE yBEIWYEHHWE HWHTEHCUBHOCTU  (iyopecleHIuu ocTaTka W288
MPOUCXOJUT TIPU pa3pbiBE BOJOPOJHON CBSI3M MEXKAY TpUNTOPAHOM U KETO-
KapOTUHOMJIOM YTO, COOTBETCTBEHHO, MOET OBITh HCIIOJIH30BAHO I W3MEPECHMUS
CKOPOCTH pa3pbiBa BOJOPOAHON CBA3U. (OUEBUAHO, UYTO HAIWYHME JIPYTUX
TpUNTO(PAHOBBIX OCTATKOB B O€NKe 3aTPyIHSET HAOIIOJEHUIO 3a CHenu(uuIecKum
B3aumozencTBueM W288 U KeTo-KapOoTUHOUAA. B CBSI31 ¢ 3TUM MBI pEIINIMN YIAJIUTH BCE
tpunrodanoBsie octatku OCP kxpome W288, o6pa3zyroiiero BoJopoIHYIO CBS3b ¢ KETO-
KapOTUHOUOM. B pe3ynbTare OBLIT MIOJIyYEH MYTaHT OCP-
W41F/WI101F/W110F/W277H (manee OCP-3FH), koTopblii HecMOTpsl Ha 3ameHy 4
KOHCEPBATHUBHBIX OCTATKOB OKA3aJICsl CIIOCOOHBIM CBSI3BIBATH KETO-KApOTHUHOM I, 00pa3ys
KOMIAKTHYI0 OPaHXXEBYIO0 (OpMy, OTIUYAIONIYIOCS OT JUKOrO THMA JUIIb MEHBIITUM

norsomnieareM B Y® vactu ciektpa [220].
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Puc. 30. Onpenenennie TpuntodaHoBbIX 0CTATOKOB B MoJieKysie OCP noCTYNHBIX Ui TYLIEHHUS 3 CUET
B3aUMOJICHCTBUS C KAPOTUHOUAOM M MOJIUI-MOHOAMHU. A — TOJOXKEHHUE BCEX OCTATKOB TpUNTO(aHa B
ctpykrype OCP. B — kuHTeTHKH 3aTyxaHusi (uryopecueHIuu TpunTopaHoBeix octatkoB (W277 u
W288) amo- u xomno gopm C-momena OCP. C u D — tymienue QuyopecieHImu TPpUNTOPaHOBBIX
OCTaTKOB B opamkeBoii kommakTHol (C, OCP) u poroaxtuBuposanHoii kpacHoii (D, OCPR) popmax

IpU YBEIMUYEHUN KOHIIEHTpallMM HOAMJI-MOHOA B pacTBope. M3mepenus nposomwiu npu 2 °© C g

CHIW)KEHHsSI CKOPOCTH penakcaluu KpacHou ¢opmbl. M3menenuss nateHcuBHOcTH (F) M cpemnero

BpeMeHH ku3HH (1) (iryopecieHIin TPUITO(GaHOBBIX OCTATKOB B OpaHKeBOit U KpacHOit popmax OCP
B 00buHbIX (E) n Moudummposanusix (F) koopaunarax Illtepna-®onbpmepa. [lepecedenue ¢ ockio

OpJIMHAT ompeneseT oopaTHbie 3HaYeHUs A0 (fa) MOCTYIMHBIX IS TYIICHHS OCTaTKOB TpHUNTO(daHa.
Komnrenrpanuu 0enka ObLIH OTMHAKOBBIMH BO BCex oOpasiiax. Pucynok u3 crateu [219].
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Puc. 31. M3mepeHne KUHETUKH pa3pbiBa BOJOPOIHOW CBS3M MeXAy Tpuntodanom-288 u Kero-
kaporuHoupom B myrante OCP-WA41F/W101F/W110F/W277H (OCP-3FH) ¢ mnomoisio
diyopectieHTHOM  (EMTOCEKYHIHOW  CIIEKTpOCKommH. A —  cXeMa  yCTaHOBKH IS
CHEKTPODIyOPUMETPUU B PEXKHUME HAKAUYKU-30HIUPOBAHUA C CYO-NMKOCEKYHIHBIM BpPEMEHHBIM
pazpeiieHueM. b — kuHeTHKa H3MEHEHUsI MHTEHCUBHOCTH (hiyopecueninu ocratka W288 B 6enxe OCP-
3FH B otBet Ha 150 e Bembimky 525 HM, 500 MBT. PucyHok u3 crathu [220] ¢ u3MEeHEHUAMH.

B xome ocBemenuss OCP-3FH cuHe-3el1€HBIM CBETOM Mbl JETEKTUPOBAIH
oOpatumMoe 00pa3oBaHUE KpPAaCHOM aKkTUBHOW (HOPMBI, YTO CBHJETEIBCTBYET O
coxpaHeHuu ¢otoakTuBHOCTH OCP naxe npu 3HAYUTENIBHBIX MOAUDUKAIUSIX OETKOBOM
Matpuipl. g peructpauuud  M3MEHEHWW  MHTEHCUBHOCTUM  TpUNTO(aHOBOMN
dbayopecreniiuun OCP-3FH B pexnMe HakauKu-30HAMPOBAHUWS, MBI HCIOJIB30BAIH 4
rapMoHUKy Yb-mazepa (262 HM) ¢ IIUTENBHOCTBIO UMITyJibca 150 ¢c ais Bo3Oy)aeHus
TpunrodaHoBoil (dayopecueHmu, a s (QoTroakTUBAaMKM o0Opaszeln obaydanu 2
rapMOHUKOM 3TOTO ke Jiazepa (525 HM), 4TO NO3BOJIUIIO, UCIIOIb3YSl IMHUIO ONTHYECKON
3aJIEP’)KKU U CUCTEMY BpEMs-KOPPEJIMPOBAHHOTO cueTa (POTOHOB, JOOUTHCS CYyO-
MUKOCEKYHJHOTO BPEMEHHOTO pasperieHus (cM. puc. 31). Mbl OOHapyX i, 4TO
WHTEHCUBHOCTh (myopecueniiun  W288 B oTBeT Ha (c Ja3epHyI0 BCIBIIIKY,
BO30YKIAIONIYI0 KAPOTUHOU /I, YBEITMUMBAETCS C XapaKTEPHBIM BpeMEHEM Mopsika 23 1c
(puc. 31). TlonyuuB OIEHKY BPEMEHHU, HEOOXOUMOTO JIJIsi pa3pbiBa BOJOPOIHOM CBS3U
MEXIY KETO-KapoTMHOUJIOM U TpuntodanoM-288 mpu dotoaktuBanuu OCP, Mbl
CpaBHWIM €€ C BpEMEHAMM >KU3HM BO30Y>KIEHHBIX COCTOSIHUM KETO-KapOTHHOHWJA.

OueBunHO, uTo coctossaus Sy, ICT u S; ¢ Bpemenamu xu3uu 85 dc, 590 ¢c u 4.4 1ic
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COOTBETCTBEHHO, HE MOT'YT HAMPSIMYIO HHUITUUPOBATH MPOIIECC, TUTETLHOCTh KOTOPOTO
3HAYUTENLHO TMPEBBIMIAET MX BpeMeHa XU3HU. [loaToMy cpemu BceX M3BECTHBIX HaM
BO30Y>KICHHBIX COCTOSHUN KETO-KapOTHHOMJA COCTOSTHHE S*, Bpems KU3HU KOTOPOTO
npesbiiaer 10 1c, sABIseTCs HanOoJiee BEPOSTHBIM MPEANISCTBEHHUKOM IEPBOTO
ctabuibHOro nHTEpemenuara porourkia OCP, B KOTOpoM MoJieKysia KeTO-KapOTHHOUIA
O0CBOOOKIEHA OT TIIABHOTO (DaKTOpa, CTAOMIM3UPYIONIET0 HEAKTUBHOE COCTOSTHUE Oelka
- BOJOpPONHOHN cCBsizu ¢ TpunrtopaHoMm-288. Takum oOpa3oM MBI TIOKa3aidH, dYTO
MOTJIONICHUH KBaHTa MOJEKYJIOM KeTo-kapoTuHouaa B coctaBe OCP mpuBoaut K
nepepacpe/IeICHHI0 AJICKTPOHHON TUIOTHOCTH KapOTHHOWIA W BO3HUKHOBEHHUIO 32
BpEMEHa TOpsAKa HECKOJBKMX COTEeH (C HEpaBHOBECHON KOH(pOpMalMu KETo-
KapoOTUHOMIA, KOTOopasi He 00pa3yeT BOJOPOJHBIX CBSI3EH C OCNIKOBBIM OKPY>KEHHEM U
UHUIMUPYET Tocienyroume u3MeHeHuss crpykrypsl OCP. Jlns  oObscHeHus
HaOmoaaemMbix 3P(EKTOB HaMH ObUI MPEMAJIOKEH MEXaHHU3M pa3pbiBa BOJOPOIHBIX
CBSI3eM 3a cUeT O0OpaTUMOro MPOTOHUPOBAHUS MOJIEKYJBl KETO-KapOTHHOWIA B

BO30Y>KJIEHHOM COCTOSIHUH.

N3BectHO, uto aktuBanusg OCP MoXkeT mpoucxoauTh 0€3 HEemocpenCTBEHHOTO
boToBO30YX)ACHUS KapoTuHOUAA. B pe3ynbrare HekoTopbie MyTaHTHBIE (hopmbl OCP ¢
NOHW)KEHHOW CTaOMIBHOCTH KOMMIAKTHON (hOpMBbI O0aTaHCUPYIOT MEXY OPaHXKEBBIM U
AKTUBHBIM KPAacCHbIM COCTOSAHMEM. OYE€BUIHO, B HUX MOTYT MPOUCXOJHUTH MPOLECCHI
CIIOHTAHHOT'O pPa3pblBa BOJAOPOJIHBIX CBSI3€M MOJ JIEHCTBHEM CHUJ, BO3HHUKAIOIIUX B
OenKkoBOM Matpuile 0€3 HEMOCPEICTBEHHOIro naercTBus cBera. Ho, mockompky OCP
ABJIIETCS POTOPELENTOPOM, OTBET HAa BOMPOC, KaK SHEPTHs BO30YKIE€HUS, TOTIIOIECHHAS
KApOTUHOMJIOM, MOJKET BbI3BaTh pa3pbiB BOJOPOJHBIX CBS3€H, MMEET pelarouee
3HaUCHUE i1 TIOHMMaHUs (PYHKIMOHUPOBAHMUS JAHHOTO IMHUTMEHT-0EJIKOBOTO
KOMILJIEKca. Pacy€rbl, BBHIIIOJIHEHHBIE HAMH C MOMOIIBIO METOJOB KBAaHTOBOM XUMHUU
[216], moka3pIBaiOT, YTO € y4eTOM OEIKOBOrO OKPY>KCHHS SHEPTHUsl BOJOPOIHBIX CBS3CH
MEXIY KETO-KapOTHHOMIOM M OCTaTKaMH THPO3WHA U TPUNTO(aHa COCTABIISIECT MOPSIKA
8 KKaJI/MOJIb, YTO XOpOIIO COrjacyercss ¢ HallMMH OLEHKAMH, IOJIYYECHHbIMH B

sKcrepuMenTax in vitro [216]. Ouenky sHepruy BOJAOPOIHBIX CBA3EH I KApOTHHOUIA
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B BO30YKJICHHOM COCTOSIHUU IOKa3bIBAIOT, YTO B Sp; DHEPTUsl yBEIUYUBAETCS Ha 3.5
KKaJI/MOJIb, @ B S; MPAKTUYECKU HE MeHseTcs. Takum o0pa3oM, Mepexoa MOJCKYIIbI
KapOTUHOWJIa B BO30YXKJICHHBIE COCTOSAHHMS Sy W Si HE MNPUBOJUT K TMOBBIIICHUIO
BEPOSTHOCTU pa3pbiBa BOJOPOJHON CBs3M. boiee TOro, pacyeTbl MOKa3bIBAIOT, YTO
MCYE3HOBEHNE BOJOPOJHON CBSI3W TIPH COXPAHEHUH KOH(GOPMAIWKM KapOTUHOUJA,
0€3yCJI0BHO, JOJIKHO COMPOBOXKAATHCS 0ATOXPOMHBIM CIBUIOM CIIEKTpa MOTJIOIICHUS,

9TO HE HAXOJAUT MOATBEPKICHHS B SKCIIEpUMEHTaX (CM. puc. 28 u puc. 29).

B cBsi3u ¢ 3TUM MBI paccMaTpuBaeM albTEPHATUBHBIA MEXAaHHM3M pa3pbiBa
BOJIOPOJIHBIX CBsI3el - 00paTUMOe MPOTOHUPOBAHUE KETO-KAPOTHUHOMIa U 00Opa3oBaHUE
MOHAa OKCakapOeHMs 3a CYET MepeHoca MPOTOHA OT OJHOTO U3 JOHOPOB BOJOPOJHOM
ceu (W288 wmwmm Y201) x Kucimopoay KeTo-Tpymmbl KapoTuHouaa. KBaHTOBO-
XUMHUUYECKUE OLICHKU MPOTOHHON a(hMHHOCTH KOMILIEKCOB KaPOTHUHOM 1A TTOKA3bIBAIOT,
YTO BO3MOXXKHOCTH JAHHOW pPEaKIMU ONPEEIsSeTCs HEOAHOPOAHOCTHIO pacpeeIeHUs
3apsIJIOB B JIOKAJIBHOM OKPYXEHHUU KapoTHHOUAa [216]. OcoOEHHOCTBIO COMPSKEHHBIX
MOJIEKYJI SBJISIETCSI MX BBICOKAs MOJIIPU3YEMOCTh, CBA3aHHAs C JI€JOKalIM3aluuend -
ANIEKTPOHOB. Pacmpesenenne 3apskeHHBIX TpyIn B Oelke (GOpMHUPYET TpPaTUEHT
ANEKTPOCTATUYECKOTO MOTEHIMajda Ha IOBEPXHOCTU IOJIOCTH  CBSI3bIBAIOLIECH
kapotuHoua. IlpumeuarenbHO, YTO pacnpeneneHue 3apsiia B TOJOCTH CHUIIBHO
ACUMMETPHYHO, TPU 3TOM IOJIOKUTEIBHO 3apSKEHHBIE OCTAaTKH COCPEJOTOYEHBI B
OCHOBHOM B C-TOMEHE, UMEHHO TaM, IJie PacIOI0KEeHbI JIOHOPHI BOJAOPOAHBIX CBSI3EH U
MPOUCXOJUT CBSI3BIBAHUE KETO-TPYIIBI KAPOTHMHOWA, a OTPHUIATENHHO 3apsKCHHbBIC
octatku npeobnanaroT B N-gomene (cMm. puc. 32). Mbl nipenonaraeM, 4To 3TH 3apsiibl,
JIOKaJIU30BaHHbIE BOJM3U C MOJUMEHOBOM LENbIO KapPOTHMHOW[A, OKA3bIBAIOT 3aMETHOE
BIIUSIHUE HAa CPOJICTBO KApOTHHOMIA K MIPOTOHY JaKe HA 3HAYUTEITLHOM PACCTOSIHUM OT
KHCJIOpOJa B COCTaBE€ KETO-TPYMIMbl KAPOTHHOWIA M3-3a MOJSPU3AIUU COIMPSKEHHOU

CHCTCMBEI.
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YroObl TPOBEPUTH OTy THUIOTE3Y, MBI BBIIOJHWIN PACYECThl TPOTOHHOM
adHUHHOCTHU 711 KETO-KapOTHHOM/IA B HECKOJIBKMX MOJICIIbHBIX MOTEHIIMAIaX Ha OCHOBE
npocTpaHcTBeHHOU CTPYKTYpbl OCP 1 00Hapy UM YTO BIIOJIH MOJIEKYJIBl KAPOTHHOWIA
CYIIECTBYET 3HAYWTEIbHAs HEOJHOPOTHOCTH pACIpEACNeHUS SIEKTPOCTATHIECKOTO
noTeHnuama. TakuM oOpa3oM, MBI MPEAIOJIaraeM, YTO Pa3pbhiB BOJOPOIHON CBS3H
o0ecrieuynBaeTCI aCUMMETPUYHBIM PACTIPEICTICHUEM 3apsiIoB OCIKOBOTO OKPYKCHHUSI.
O4eBUIHO, TaKXKe JOKAIBHO paCIpe/IelIeHHbIE 3aps/ibl JOJIKHBI B3aUMOJIEHCTBOBATD C
BO30Y)XKIICHHBIMA ~ COCTOSSHUSIMH ~ KapOTHUHOWJA, B  KOTOPBIX  MPOUCXOIUT
nepepacrpeesicHue AJICKTPOHHON IIoTHOCTH (cM. puc. 32). Huaue rOBODA,
dboToBO30Yx)AeHNE KeTo-KapoTrHouaa B OCP, npuBogsiiee k 00pa3oBaHUIO COCTOSTHUMN

C ICPCHOCOM 3aps/jaa, BbI3LIBACT I[OHOHHHTCHBHBIﬁ CaABHUT BHGKTpOHHOﬁ IINTOTHOCTHU B

A - CTOPOHY KETO-KHUCJIOPOAa, TEM CaMbIM yBEJIWYMBAas
on
on €ro OTpHILATENBHBIN 3apsaa. MBI npeanogaracM, 4ro
<7—\ Pathway A \’> Pathway B t§7 o
/\ S 3TOT 3(P(PEKT, CTUMYJIUPYEMBIH SIEKTPUUECKUM
H/
°“ & ¢° H@ nojeM  OEJKOBOIO  OKpPY)KEHHs,  BbI3bIBAaeT
w2sgs
Y201

N o0paTUMyl0 HMOHM3ALMI0O OJHOrO0 W3 JIOHOPOB

BOJOPOJHBIX CBSI3EH C 06p330BaHI/ICM O4YCHb

3 HECTaOUJILHOTO  HMOHa  OKcokapOeHus.  YtoObl
> .
o T OLICHUTh CBOWCTBA MPOTOHUPOBAHHOIO  KETO-
< hve  ICT ~o-” S*
w Mixed State
s | | KapOTHHOUIA, MBI BBITTOJTHHJIA KBAaHTOBO-
PA_| -
E, ;
" M Seppiseahm So xummueckue pacyeThl U MOJEIIbHEIE DKCIIEPUMEHTBI
0 3
ECN ECN-YW ECN(H* ECN + >
(o) (Oranuo) | ocpwy C TOMOIIBIO  CTAlMOHAPHOM  abCOPOLMOHHOM

CHEKTPOCKOTTUHU u CHEKTPOCKOTTUHI
KOMOMHAITMOHHOTO paccestHus. Hamu oOHapyxeH
3HauuTeNnbHBIN (~ 400 HM) OaTOXPOMHBIM CIBUT

CIICKTpa IOIJIOIICHUA HOHA OKCOKap6CHI/I$[ KETO-

KapOTHHOU/IA U CHIDKEHHE BKIIa1a kosebanuit -C-C-

Puc. 32. BO3MOXHBIA MEXaHU3M
paspbiBa BOJOPOJHBIX CBSI3el Mexay  CBS3CH B CIEKTpe KOMOMHAIIMOHHOTO PpacCesHUs,

6enxom u kapotuHouaom B OCP.
TToSICHEHMS K PHCYHKY B TEKCTe. 4TO 0OBsCHSIETCS nepepacipeacicHueM

3JIEKTPOHHOM MJIOTHOCTH, KOTOPOE, B CBOKO OUEPE/b,
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BIUsieT Ha A((EKTUBHBIE JJIMHBI CBSA3E€H B CONpsKeHHOM cucteme. MHaye roBops, B
pe3yabpTaTe MNPOTOHUPOBAHUS  MOJIEKyJda  KETO-KapOTMHOWZA  OKa3bIBaeTcsi B
HEPaBHOBECHOW KOH(OpMAINH, pelaKkcaus KOTOPOH MPHUBOIUT K 3HAYUTEIBHOMY
U3MEHEHUIO B3aUMHOTO PACMOJIOKEHHUS] KETO-TPYNNbl KapOTHHOWAA U JTIOHOPOB
BojopoaHbix cBszet (W288 u Y201). Takum oOpa3zom, mocie AenpOTOHHPOBAHUS
KapOTUHOHMJ BHOBb OKa3bIBA€TCS B HEPAaBHOBECHOM COCTOSIHUM C HW3MEHEHHOMN
koHpopmarmert (S*), B KOTOpoOH paccTOSTHHE MEXKIY KHUCIOPOJIOM KETO-TPYMIbl U
octatkamu W288 u Y201 He obOecmeunBaeT 00pa3oBaHHE BOJAOPOIHOW CBS3H.
[locnenyromme W3MEHEHUS  CTPYKTYphl  KapOTHHOWJA, OCBOOOAMBIIETOCS  OT
BOJIOPOAHBIX CBA3€M B  KOMIIAKTHOM  OEJIKOBOM  OKpPYXEHHMH, CBSI3aHbl  C
CaMOITPOU3BOJILHONW M30MEpHU3allieil — MOBOPOTOM [-MOHOHOBOTO KoJiblla B C-loMeHe

OCP.

C momoIp0 KOMOWHAIIUKA METOIOB MOJIEKYJIIPHOU TUHAMHUKA M CIIEKTPOCKOITUN
KOMOHWHAIMOHHOTO PacCesHUS Mbl YCTAHOBUJIM, YTO B OTCYTCTBUU BOJIOPOJHBIX CBS3EH
JBYTPAHHBIN YTOJI MKy TOJMEHOBOH IIENBI0 U [3-HOHOHOBBIM KOJIBIIOM MEHSETCS OT
132 ° (B xpuctamie OCP) no 80-50 ° Oe3 3HAUUTENBHBIX U3MEHEHHUM CTPYKTYpPHI Oelika
[92]. D10 conpoBoxnaeTcst yBenudaeHueM 3P GEKTUBHON JUTUHBI COMPSHKEHUS TT-CHCTEMBI
KapOTHUHOW/IA ¥ XapaKTEPHBIMU H3MEHEHHUSMH B CTICKTPaX KOMOMHAITMOHHOTO PACCESTHUS
(monosxenue noaockl konebanuit -C=C-). [IpumeyarenbHO, 4TO, HAXOSICh B KOMITAKTHOM
OEJIKOBOM OKPY>KCHHH, TIOJTUEHOBAS 11CTTh KAPOTHHOMIA OCTACTCS UCKPHUBJICHHON, O YeM
CBUJIETEIHCTBYET BBICOKAsi MHTEHCUBHOCTh TOJIOCHI KOJI€OaHUN aTOMOB BOJIOPOJia BHE

nnockocTu nojuenosoit nenu (Hydrogen Out Of Plane, HOOP ~ 980 cm™l).

Takum oOpazoM, MbI ompenemii Kak (POTOBO30YKICHHE MOJIEKYJIbI KETO-
kapotuHonna B coctaBe OCP npuBoaut k 00pa3oBaHuio GOTONPOAYKTa — EPEXOTHOTO
COCTOSIHMSI, B KOTOPOM  OTCYTCTBYIOT  BaxkHeWmme  OeloK-XpoMoGOpHBIE
B3aMMOJICHCTBUS, CTAaOWUIM3UPYIOLIME OpPAHXKEBYI0 HEaKTHBHYIO ¢dopMy Oernka.
[TockonbKy JTaHHOE COCTOSIHUE 00pa3yeTcs 3a IECATKU MUKOCEKYH I, a OeTTKoBast MaTpHIa
HE CIoCco0OHa Tak OBICTPO OTpearupoBaTh HA K3MEHEHUE COCTOSTHUS XpoModopa, BeIuKa

BCPOATHOCTb, 4YTO AAHHOC COCTOAHHUC PCIAKCUPYET C BOCCTAHOBJIICHUCM HCXOI[HOﬁ
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OpaHXeBOM HEaKTUBHOM QopMbl. JleCTBUTENBHO, XOTS BBIXOJ MEPBOTO (HOTOMPOAYKTA
coctaBisieT nmpuMepHo 1.5 %, KBaHTOBBII BbIXOJl aKTUBHOM kpacHou Gopmbl OCP He
npesbimaet 0.2 %. BepostHo, 310 HeoOx0aumo 11t BeimosHeHus OCP dhoTo3ammTHbIX
GyHKIMIA TOJBKO TPH BBICOKMX HMHTEHCUBHOCTSX cBeTa. B ciywae ecau 61 OCP
KOHBEPTUPOBAJICS B (PU3UOJOTHUECKH aKTHBHYIO opMy ¢ OombIneit 3 GeKTUBHOCTEIO,
paboTa OTOCHHTETHYECKOTO almnapara uaHOOaKTepHil HHTHONpoBaach Obl yKe MpH
OTHOCUTEIBHO HU3KUX YPOBHSX MHCOJSIMHU, O€30MACHBIX JJIsl KJIETKU IMaHOOAKTEepHH,

9TO OUYCBHUIHO HCTAaTHBHO CKA3bIBAJIOCH OBl Ha CKOpPOCTH POCTA KYJIbTYPBI.

Nrak, rpynma  Oemok-xpoMOGOpHBIX H  OEJOK-OEIKOBBIX  KOHTAKTOB
CTAOMIM3UPYIOT KOMIIAKTHYI0 opaHxkeByto Gopmy OCP st 3amuThl OT CIIOHTAHHOM
aKTUBaIlMM, a TepexoJ K AaKTUBHOM  KpacHOM  (Qopme  moapasymeBaeT
MOCJIEIOBATEIBHOCTh KOH(OPMALIMOHHBIX MEPEX0J0B OenkoBoW Marpuupl. s
NOHUMAHUSI CYTH 3TUX KOH()OPMAIMOHHBIX MEPECTPOEK HAM HEOOXOIUMO MOAPOOHEE

paccMoTpeTh CTPYKTYpy opamxeBoi hopmbl OCP (puc. 33).

NTD CTD

|

0"}0 ~/

OpaHxeBbit KapoTuHoMaHbIN benok
Orange Carotenoid Protein (OCP)

Puc. 33. Ctpykrypa HeakTuBHOI (hopmbl OpamkeBoro Kaporunouanoro benka (OCP, PDB ID 3MG1).
N- u C- momenst OCP mokazaHbl cepbiM U O€XKEBBIM IIBETOM, COOTBETCTBEHHO; KIIFOUEBBIC
apoMaTHYeCKHe aMUHOKHCIOTHBIE OCTATKH MOKa3aHbl (PHOJIETOBBIM; MEXIOMEHHBIN JIMHKEp MOKa3aH
PO30BBIM; KapOTHHOW]I — OPAHKEBBIM; BOJOPOJHBIC CBS3M MEXKAY KETO-KAPOTHHOUAOM M OeIKOM
3eNIEHBIMU TyHKTUPHBIMU JINHUSMHU.

AHanmu3 kpuctammdeckon ctpyktypsl OCP B opaHkeBOW HEaKTUBHOU (opme
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MOKAa3bIBAE€T, YTO OEJNIOK COCTOMT M3 JIBYX IUIOTHO KOHTaKTUPYIOUIUX CTPYKTYPHBIX
nomeHoB: N-koH1eBoro (NTD), cocTosimiero nCKIrOUUTEILHO U3 o-Criupajei (CM. puc.
33) u C-xonnesoro (CTD), BropuyHasi CTpyKTypa KOTOPOTO COACPKHUT [3-CKIIaqaThlii
y4acTok. JloMeHbl 00pa3yloT «TOHHEIbY», B KOTOPOM PAaCIOJIAraeTCs MOJIEKYJa KeTo-
KApOTHUHOMJIA U Pl OEIOK-OETKOBBIX KOHTAKTOB: aMHUHOKHCIIOTHBIM 0cTaToOK N-10MeHa
R155 o6pa3yer coneBoii Mmoctuk ¢ E244 C-nomeHna; KopoTKas o-Cliipajib B CAMOM Hadaje
N-konneBoro nomena (N-Terminal Extension, NTE) o0pa3yeTr rpymnmy BOJOPOJHBIX
cBsi3el ¢ B-ckiiaguaThiM yuacTkoM C-TOMEHa; ellie 0JHa KOpOTKas o-criupalib B KoHie C-
nomeHa (C-Terminal Tail, CTT) xonTaktupyer ¢ snementamu ctpyktypsl NTD u CTD.
Ho, xak Mbl moka3anu, HU OJMH U3 3THUX 3JIeMeHTOB cTpykTypsl OCP He cnocoben
YAEPKUBATH OEJIOK B KOMITAKTHOU (hOpME U B OTCYTCTBUU KETO-KaPOTUHOUA aro-popma
OCP cTpyKTypHO HE OTJIMYAETCS OT KPACHOM aKTUBHOM (DOPMBI: B pe3yJIbTaTe aKTUBALIUU
N- u C-gomenst OCP ypansitotrcst Apyr OT Apyra Ha pacCTOSIHUE, OTPaHUYEHHOE JJTMHOM
MEXIOMEHHOr0 JInHKepa. HecmoTps Ha TO, yTo B akTUBHOM (M B ano-) popme OCP Bce
OCHOBHBIE  DJJIEMEHTHI BTOPUYHOMN CTPYKTYpBI COXpaHSIOTCH, HaJIN4ue
HECTPYKTYPUPOBAHHBIX 3JEMEHTOB MPUBOAUT K Oosblield KOH(POPMALIMOHHON
NOJIBUYKHOCTU CTPYKTYPHBIX JOMEHOB. C 3TOW TOYKHM 3peHus akTuBHyro (popmy OCP
MO>XHO CUMUTATh «PACIUIABICHHOW rI00ynoi». ITO MOAYEPKUBAET 3HAUUMOCTh OEJIOK-
XpOMO(OPHBIX KOHTAKTOB, BO3HUKAIOIIMX MpPU OOpa30BaHUM BOJOPOJHBIX CBSI3€d C
Y201 u W288. I1pu pa3psiBe BOJIOPOJIHBIX CBA3eH OCIKa ¢ KETO-KapOTUHOUIOM dHEPTHUH
Cpellbl TOCTaTOYHO JUIsl CTOXACTHUYECKOro mepexoia OeIKOBOM MATpUlbl B COCTOSIHHE
pacmiaBiaeHHON r700yibl. OHAKO BO BpeMsi 3TOT0 Mepexoja BOAOPOHbIE CBSA3U C KETO-
KapOTUHOMJIOM MOTYT OBITh BOCCTAHOBJICHBI, YTO B KOHEUYHOM HTOI€ CTaOWIN3HPYET

NepeXoIHbIe KOH(POPMAITMOHHBIE COCTOSIHUS OeIIKa.

HecmoTpss Ha BBICOKYIO CKOPOCTh pa3pbiBa BOJOPOJHON CBSI3U  MEXKAY
KapoTHUHOMIOM u OenmkoMm, peopranu3zanus OenkoBoil Marpumbl OCP  mportekaer
3HAYUTENIbHO MeajieHHee. Tak, Halpumep MpH KOMHATHOM TemrepaType pefakcaius
¢dunansHOU KpacHOU Gopmbl OCP nporcxoaut 3a Bpemena nopsiaka 10 cexynn [92, 106,

109, 143, 219, 221]. CneayeT OTMETUTD, YTO JUIS U3YUYECHHUS CBOWCTB aKTUBHOW KPacHO#
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dbopmbl OCP e€ HM3KUIT KBAaHTOBBIM BBIXOJI HE SIBJISETCS MPUHIMIHAIBLHON MPOOIEMOi,
MIOCKOJIbKY MPH JJIATEIbHOM KBa3WHENPEPBIBHOM OCBEIIEHUH NpakThdecku Bech OCP
KOHBepTHpYyeTCa B (OpMYy C MaKCUMalbHBIM BpeMeHeM ku3HH. OmHako, s
OOHapYy’>KEeHUSI TPOMEKYTOUHBIX KOH(OPMAIIMOHHBIX COCTOSHMM Oeyika HEeoOXOAMMO
UMITYJIECHOE BO30YXKJICHHE M BBICOKOE BPEMEHHOE paspelieHue. B cBsi3u ¢ aTum s
uzydyeHus uHTtepmeanaroB ¢oromnukia OCP mbel ucnonbzoBanmu ¢rem-poTonus u

(ITyOpeceHTHYIO CIIEKTPOCKOIUIO B PeXKMME HAKAYKH-30HAUPOBaHUS (CM. puc. 34).

m
1.2 £
: Al 3257 B

. e E 204
5 1.0 {@mie, == OCP 815_'
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= : © 104
£ o
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Puc. 34. Pemakcamust kpacHbsix (opm OCP mocie B0o30ykIeHUS HAaHOCEKYHIHBIMH Ja3epHBIMHU
UMITyJIbCaMU. A — KHHETHKA U3MEHEHUs onTruueckoi minoTHocTy mipu 550 um OCP nukoro tumna (cepast
aunHus) 1 mytanta OCPcc B okucneHHON popme (3eneHas IMHMS), XapaKTepU3yIolielcs KOBaJleHTHON
cBsa3pi0 Mexay NTE u yuactkom B C-momene OCP. B - 3aBUCHMMOCTH aMIUIMTY/bI W3MEHEHUI
ONTHUYECKON TUIOTHOCTH mpu 550 HM OT MOIIMHOCTHM HAHOCEKYHJHOMW JazepHod Bcembiiku. C —
TeMIIepaTypHasi 3aBUCUMOCTh KOHCTAHT CKOpocTel penakcauu kpacHoi popmel OCP B koopauHaTax
Appennyca. OLeHKH KOHCTAHT CKOpPOCTEH MOJIY4YEHBbl IIyTEM aHAJIN3a JAaHHBIX, NPEACTABICHHBIX Ha
naHend A. JIMHelHBbIe y4YacTKH 3aBHUCHMOCTH aNIPOKCUMHUPOBAIN JIMHEHHON 3aBUCUMOCTBIO MJIS
OIpeENIEHUs] PHEPIUH aKTUBALMHU E,.

B nannoit cepun sxcnepumenToB npu Bo30yxaeHnu OCP Bcobimkamu Nd:YAG-
Jazepa ¢ JIMTEIbHOCTBIO 7 HC MBI PETUCTPUPOBAIA U3MEHEHUST ONITUYECKOM TIIOTHOCTH
B o0nact 550 HM. [ToCcKONIBKY MIMTETHLHOCTH BCIBIIKY (7 HC) U anmapaTtHas QyHKIUS

JIETEKTOpA MPEBBIIIAIOT XapaKTEPHOE BPEMsI pa3pbiBa BOAOPOAHOM CBsI3U (23 11C) TaHHBIH
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METO/1 HE MO3BOJISIET Pa3pEIINTh KHHETUKY HAKOILJIEHUSI KpacHOM (hopMbl Oelika, OJJHAKO
y’Ke Ha BpeMeHax nopsaka 1-10 mxc HaOmogaeTcs pe3koe yBEIMYEHHE MOTJIOIIECHUS,
CBUETEIBCTBYIOIIEE O TOsIBICHUH KpacHO# (hopmbr OCP, koHIIEHTpaust KOTOPOi 3aTeM
MOCTENIEHHO CHUXKAETCS J10 UCXOAHOTO YpoBHA (cM. puc. 34). lns nukoro tuna OCP npu
36 °C kuHETMKAa W3MEHEHUS ONTUYECKOW TUIOTHOCTH XapaKTEPHU3yeTCs HATUYNEM Kak
MUHHAMYM TPEX KOMIIOHEHT ¢ BpemeHamu penakcaunu 300 mkc, 18 mc u 3.3 ¢ ¢ Bkmagamu
31, 12 u 57 %, cooTBeTCTBEHHO. MeaeHHass KOMIIOHEHTa KHMHETHUKH, OYEBUIHO,
cooTBeTcTBYeT penakcaiuu OCP ¢ HanOompmmMu HM3MEHEHHMSIMH KOH(OpManuu

OEIKOBOM MaTpHIIbl — (PUHAILHOM (PU3MOIOTUYECKH aKTUBHOM KpacHo# ¢popmbr OCPR,

2 by
A SANS data: ~
I o OCP°
e Fit Dammif

OCPWZBBA

ocpP®
—— Fit

o
L
o
1

0,01 4

MHTEHCMBHOCTE [OTH. €1, ]

0,01

MHTEeHCUBHOCTL [OTH. ef.]

T |

| QA" |

Puc. 35. A - ananu3 ganasix SANS s npenapata OCP 1 mr/mit, usmepeHHbIx B TeMHoTe Tipu 15 °C

(romy6sle Toukn). Mozenb (4epHast JTMHHSI) COOTBETCTBYIOIIAs PEKOHCTPYHUpOBaHHOH cTpykType OCP
B pacTBope (TMOKa3aHa cepamu ceporo IBeTa Ha BCTABKE), MOJIyueHa ¢ MOMOIIbIO MMaKeTa MporpaMm
DAMMIF u xpuctamimdeckoit crpykrypsl qmumepa OCPC (PDB ID 3MG1). B - ananu3 nasasix SANS
nns mytanta OCPW?8A (puonerossie kpysxku, Takke 1 mMr/mi, ipu 15 © C). Mogens (depHas nuHus),
COOTBETCTBYIOIIAs CTPYKTYpE aKTHBHOTO KpacHoro coctosans OCPR B pacTBope (mokasana cdepamu
Cceporo IBe€Ta Ha BCTaBKE), IMOJydeHa C TOMOIIbI0 MporpaMMHoro komruiekca DAMMIN.
CooTBeTCTBYIOIIAs MOAETH CTPYKTypa Oblia moiydeHa ¢ ucnonabzoBanneM CORAL. I'mOkue obOnactu
B CTPYKType OCPW?8A oGo3Hauensr cuanM 1BetoM, a NTD u CTD - 3eneHBIM 1 opaHXxeBbIM. Jliis
CpaBHEHHs cepasi IMHHSA TIOKa3bIBaeT KpuByio SANS, paccuntannyio ans aumepa OCPC (manens A).

CornacHO CTPYKTYpHBIM JIaHHBIM, ITOJIYYCHHBIM HaMH C MPUMCHEHHEM METOJIOB
MaJIOyrjoBOr0 peHTreHoBcKoro paccesHus (Small Angle X-Ray Scattering, SAXS)
[222], manoyrioBoro paccesaus HeiitponoB (Small Angle Neutron Scattering, SANS)
(cM. puc. 35) W KBa3WAIACTHYECKOro paccesHus HelTpoHoB (Quasielastic Neutron
Scattering, QENS) [223], a Tarxke skckmo3nonHol xpomarorpaduu (SEC) [143] u

dbayopectienTHOM  KoppensinnoHHoW  criektpockonuu  (Fluorescence  Correlation
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Spectroscopy, FCS) [224] punanbras xpacHas popma OCPR xapakrepusyercs Gonbmmm
(Mo cpaBHEHHWIO C OpaH)KeBOH (HOpPMOI) THIPOIUHAMHUYECKHM PaTUycoM, OOJbIIeH
MOJBM)XHOCTBIO 3JIEMEHTOB BTOPUYHOU CTPYKTYPHI U OOKOBBIX 3aMECTHTENICH 3a CUeT

HapyIlIeHUs KOHTaKTOB Mex1y N- u C-noMeHamu.

CoryracHO TaHHBIM PEHTTEHOCTPYKTYPHOTO aHanm3a xo0Jio-hopmbl N-gomena OCP
U HaIllUM 3KCIEpUMEHTaM Mo (iryopecueHTHOMY MedeHuto Oenka (cMm. pasaen 3.1), B
pe3ynbTate (HOTOAKTUBALIMU KAPOTUHOU] MOXKET LETUKOM MEepPeMeCcTUThCs B N-10MeH
OCP. IlosTomMy mJisi BOCCTAHOBJICHHSI KOHTAKTOB C JIOHOPAMHU BOJOPOJHBIX CBS3EH,
HaxojsmumMucsa B C-gomene, Heooxoaumo 4To0bl N- u C-1oMeHbl ObUTH CTIEUPUIECKU
OPUEHTUPOBAaHbI APYr OTHOCHUTEIBHO Jpyra (OpMHUPYS «TOHHENb», MO KOTOPOMY
MOJIEKYJIa KapOTHMHOWJA BO3BPAIAETCA K HCXOJHOMY IOJIOkKEHUI0. IlockonbKy B
akTUBHOM KkpacHOil ¢dopme nBuxkeHus N- u C-gomeHoB OCP orpaHuyeHsl JUIIb
MPOTSKEHHBIM MEKJIOMEHHBIM JIMHKEPOM, ITOAXO/SIIAS JJIsl peslakcallii KOHPUTyparus
BCTpEUYaeTCsl KpailHe peaKo, 4yTO U ompeneiser Ooniblioe (CeKyHAbl) BpeMs >KU3HU
JTaHHOTO cocTosinud. Penakcanus kpacHbix popm OCP, koTopas npoucxoaut Ha asa (18
Mc) U uersipe (300 MKc) mopsaka Gwictpee penakcanuu (uHanbHOi (opmer OCPR,
COOTBETCTBYET COCTOSIHUSIM OE€JIKOBOM MAaTPHIIbl, B KOTOPBIX CTPYKTYpHbIE ToMeHbl OCP
HE PACXOAATCA U LIEJIOCTHOCTh KAPOTUHOUIHOTO «TOHHEIS» HE HAPYIIAETCS, BEPOATHO,
3a CYET COXpaHEHUs psjna OeloK-OeTKOBbIX KOHTAaKTOB. OTO MPEANOJIOKEHHUE
MOATBEPKIACTCS IKCIEPUMEHTAMH, B KOTOPBIX HAM HECKOJBKHUMH CIIOCOOAMH yAaIOCh
OTPaHUYUTh MOJABWKHOCTh CTPYKTYPHBIX JIOMEHOB: 32 CYET BBEJICHHUS KOBAJICHTHBIX
CBsi3el Mexay obOnacTsaMu Oenok-0enkoBbix KoHTakToB (OCP-15C/F299C, cm puc. 34),
32 CYET BBICOKMX KOHIIEHTpAlUMW KOCMOTpPOIIOB M, HAKOHEI, 32 CYET CIEeLU(PUUECKUX
B3aumoseiicteuii ¢ FRP — 6enkom, perymupytomnum aktusHocTh OCP B kieTke. Bo Beex
Clly4asix OrpaHWYeHUE MOJBHKHOCTH CTPYKTYypHbIX 31eMeHToB OCP crocoOcTBOBaso
3HAYUTEILHOMY VYBEIMYEHHIO CKOPOCTU pEJIaKCalliu KpacHbIX (OpPM U CHHIKEHHIO

KBaHTOBOT'O BBIXOJIa TOJTOXKUBYIIUX COCTOSIHUM (cM. puc. 34).

Baxxno otrmeruth, 4TO J0dTOE BpeMs B jHTeparype kpacHyr ¢opmy OCP

OTOXJECTBISUTH ¢ (DU3UOJIOTUYECKH aKTHBHOM — CIIOCOOHOM B3aMMOJICMCTBOBATH C
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AHTEHHBIMH  KOMIUIEKCAMM M PETYJATOPHBIMM  O€lKaMM, OJHAKO  Halllu
HKCIIEPUMEHTAJIbHBIE JIAHHBIE, OCHOBAaHHbIE Ha BPEMsI-pa3pEIICHHON CHEKTPOCKOIUH,
. R
CBUACTEILCTBYIOT, YTO 3TO BEPHO TOJBKO B OTHOWIEHHH (uHanbHON (opmbr OCPF,
JUIICHHOW KOHTAakTOB Mexay N- u  C-moMeHamu. BaxHO, 4YTO cOCTOsHUA,
XapaKTEPHU3YIONTUECs: OBICTPON pemakcalueil KpacHbIX (HOpM, Mall0 OTIUYAOTCS CBOECH
CT i 7 OCP°
PYKTYpOH OT OpaH:KeBOH (QOpMBbI TaKk ke, Kak U HuX (YyHKIHMOHAJIbHAS

AKTHUBHOCTD.

PaccmarpuBast cTpykTypy opamkeBoit u kpacHoit popm OCP B nienom (cM. puc. 33)
U CTPOCHHE  OTHAEIbHBIX  DJIEMEHTOB, YYacTBYIOUIMX B  O€lOK-OEIKOBBIX
B3aMMOJICUCTBUAX, HaM YJajoCh 3HA4YUTENbHO MoauduuupoBaTh ¢otouuki OCP,
YUUTBIBasl MOCJIEI0BATENBHOCTh KOH(POPMAIIMOHHBIX W3MEHEHUM OEIKOBOW MaTpHIIbI.
Tak, HanpuMep, IpU aHAIU3€ KPUCTAIUIMYECKON CTPYKTYphbI ano-(popmel romosora C-
nomeHa OCP mbl 0OHapy»kuiu, uto Kopotkas a-cnupanb (CTT), pacnonokeHHas B
caMOM KOHIIE MOCJIEI0BAaTEIbHOCTH, HAXOJAUTCS B HETUIMYHOM AJ11 OpaHKeBOH (popMbl
OCP xondpopmanmu. B otcyrctBum kerto-kapotuHouaa CTT Omokupyer BXon B
KAPOTUHOMUJIHBIN «TOHHENb». AHanu3 SIMP crnekTpoB MO3BOJIMI HaM II0Ka3aTh, YTO
JaHHBIN 3JIEMEHT BTOPUYHOM CTPYKTYphl 00JIajaeT 3HAUUTEIbHOW KOH()OPMAlMOHHON
TIOJIBMYKHOCTBIO Ha HC ImKaje BpeMeH [225]. Dkcnepumentsl ¢ mytantoM OCP (ACTT)
NoKa3aju, 4YTo peakcanus GUHaIbHOW KpacHOU (HOpMbI MPOUCXOIUT MPUMEPHO B JBa
pa3a ObICTpee M C MEHBUIUM 3HEPreTHYECKUM OaphepoM B OTCYTCTBUM o-criupanu C-
KOHIIEBOro aomeHa (cMm. puc. 36). CiegoBareabHO KOH(POPMAIMOHHAS ITOJBHKHOCTD
CTT npuBOOWUT K OJOKHPOBKE KAPOTUHOUIHOTO «TOHHENsS» rpu oOpaszosanun OCPR,
Memiasi KapoTHHOMIY BepHYThcsi B C-IOMEH Jaxe NOpH MNOIXOISAIIEM B3aUMHOM
pacnioioxeHut N- u C-momeHoB. BeposiTHO, 3TOT 3(PQPeKT MOKeT HMETh Ba)KHOE
(bU3M0IOrHYecKoe 3HaUCHHE, MTOCKOJIbKY 3a c4yeT Hero B AukoM Tune OCP nocturaercs
eie OoJiblIee BpeMsl ®KU3HHU (DYHKIIMOHATILHOTO COCTOSIHUS M, COOTBETCTBEHHO, OOJIbIIIAs

s dexTrBHAS KOHIIEHTpalKs (OopMbl, OKa3bIBaoIIeH Ghusnonorudeckue d3PHEeKTh.
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= WT OCP
e ACTT OCP

29.1 kkan/monb

34.0 kkan/monb

320 325 330 335 340 345
1000/T (1/K)

Puc. 36. Mogens, ocuoBanHast Ha cTpykType AnaCTDH (PDB 6FEJ) npeacrasisitomas moaBuKHOCTh
AMUHOKHCJIOTHBIX OCTaTKOB Ha Ic-HC (A) u Mc (B) mkane Bpemenu. [lomedeHbl pernpe3eHTaTUBHbIE
aMUHOKHCIIOTHBIE OocTaTku. Cepblii IIBET TMOKa3bIBa€T OCTaTKU, HE OTHECeHHbIe B SIMP-crekTpax;
CBETIIO-TOTY0Oi IIBET MPEICTABIAET COOOI OCTATKU C TOHMXEHHON MHTEHCHBHOCTBIO B CTieKTpax °N-
'H HSQC. TonmuHa HUIMHApA TPONOPHUOHANBHA MOIBUKHOCTH 3JIEMEHTOB CTPYKTYphL B —
TEMIEpaTypHbIE 3aBUCUMOCTH CKOPOCTH penakcanuu kpacHoil ¢opmbl OCP nukoro tuma (yepHas
auHUSA) ¥ MyTaHTa, juiieHHoro C-konneBoit metnu (CTT, kpacHas nuuus). OLEHKY CKOpOCTEH
MIPOBOMIIN MO U3MEHEHHSIM ONTUYECKOU MIIOTHOCTH Tipu 550 uM nocine poTtoaktuanmu OCP. KpacHsrii
OBaJI MOKA3bIBAET YUYACTOK CBSI3BIBAHMS KAPOTUHOM A B OEIIKE.

Hpyroii ctpykTypHbiid aneMeHT OCP, BBINMOTHSIOMUNA BaXXHYIO (PU3HOJIOTUIECKYIO
byHkuuio B peryisuuu B3aumozeiictBus ¢ FRP mpencraBiser coOoil KOPOTKYIO -
cnupainb B Havaie N-momena (NTE), kotopasi, kak okaszajaoch, Takxe oOJagaer
3HAYMTEIBHON KOH(OpPMAIMOHHOK TOABMKHOCTEIO. [1o manupiM Gupta et al. (2015) pu
dboroaktuanuu OCP npoucxoaut andonauar NTE u B ¢uHanbHON KpacHOU dopme
OCP (B oTimuue OT OpaHKEBOM) 3TOT CTPYKTYPHBIA 3JIEMEHT HE KOHTakTupyer ¢ C-
noMeHoM (cM. puc. 33). Mbl nokazanu, uto NTE He oOpa3yeT KOHTaKkTOB ¢ ano-hopMoin

OCP u otraenbubiMu C-nmomenamu OCP (COCP), He coaepx alMMu KapOTHUHOUJL.
136



BepositHo, Hannuue kapotuHouaa B C-gomene OCP BiuseT Ha CTPYKTypy P-CKiaaku, B
KOTOpoM Jokann3oBaHa o0sacTh KOHTakTOB ¢ NTE. CoorBerctBenno, NTE xotsa u
CTaOMIN3UPYET OpaHKeBYI0 (OpMy B HEAKTHBHOM COCTOSHHH, CaMO IO ce0e 3TO He
criocoOCTByeT penakcanuu kpacHoi dopmbl. Takum obpazom, NTE orcoenunsiercs ot
cBoero yvactka B3aumopeictBusi ¢ C-gomeHom OCP mocne TOro, Kak KapOTHHOU
nepeMeiaercs Briryob N-1oMeHa, HO JI0 TOro, Kak npoucxoaut paszaenenre NDT u CTD

1 oOpasoBanue GpuHanbHOU popmbr OCPR,

HecMmotps Ha Oosblive pa3inyusl XapaKTEPHBIX BPEMEH pelaKkcally pa3iUuyHbIX
OoOHapyXEHHbIX HaMU KpacHbIX cocTossHUN OCP, MeXaHu3M 3J€MEHTApHOW peakluu
penakcaluyM OJWHAKOB Juisi BceX ¢GopM. B monb3y 3TOro yTBEp:KAECHHS TOBOPUT
UJCHTUYHOCTh BEJIMYUH aKTUBAILIMOHHBIX OAPbEPOB JJIsl OBICTPHIX U MEUIEHHBIX CTaJAUN
(cM. puc. 34). Drta peakuus pejaxcalil KpacHOW (opMbl, TpeOyeT SHEpPro3aTpaTHBIX
KOH(OPMAIIMOHHBIX H3MEHEHUH B MOJIEKYJIE KETO-KapOTHHOW[A, IOCKOJIBbKY MpHU
pa3pbiBe BOAOPOJHBIX CBSI3€H OHA U30MEPU3YETCS C YBEIMUEHUEM 3PPEKTUBHOMN JITHHbI
CONPSKEHUS T-CUCTEMBI, a TAaKXe COIMNPOBOXKIAETCA TPYIION KOH()OPMAIMOHHBIX
u3meHenuit B C-nomene OCP. MHaue roBopsi, 371eMEeHTapHbBIN aKT MpeBpalleHus 1000
kpacHoi ¢popmbl OCP B opanxkeByto TpedyeT popMUPOBaHUS BOJOPOIHOM CBSI3U MEXY
KETO-KapOTHHOUJOM U XOTA Obl oHUM H3 octarkoB Y201 mmm W288. HauanbHbie
KoHurypauuu xpomodopa 1 0eIKOBOM MaTPUIbl MOTYT 3HAUUTEIBHO OTJIMYATHCS IJIs
pPa3NUYHBIX KpacHbIX (OpM, ATO BIUSAET JIMIIb HA KOJMYECTBO MOMBITOK (B TEOPUHU
aKTUBHBIX COyAapeHuil), HEOOXOUMBIX JJIsl OCYIECTBICHUS TaHHOM peakuu, HO HE Ha
MexaHu3M. Tak, Hampumep, KOJMYECTBO IOIBITOK, HEOOXOAMMBIX i1 BO3BpaTa B
OpaHXEBOE COCTOSHHE U3 KOMIAKTHOW KpacHOU (opmbel OPC nmpumepno B 10 000 pa3

MEHBIIE 110 CPABHEHUIO ¢ peakcanueil puHanbHoi kpacHoi Gopmer OCPR,

Hcnonb3yss KOMOMHALMIO ONTHYECKHUX METOJIOB, MBI COMNOCTABWIM CKOPOCTH
U3MEHEHUS Pa3IMYHBIX TapaMeTpoB XpoModopa 1 OeTKOBOM MAaTPHUIIbI U TOKA3aJIH, YTO
doTounkn OCP conmpoBOKIaeTCsi ACHHXPOHHBIMU M3MEHEHHUSIMU KOH(POpPMALMA KETO-
KapoOTUHOMJIa U €ro OeIKOBOro OKpyXeHHs. B cBsA3M ¢ 3TuUM 0O0JbIlIOe 3HAYEHUE IS

noHuManusi (usuonornueckux 3(dexroB, okazpiBaemMbix OCP u ana npaBuiibHON
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UHTEpIpEeTaliy Pe3yIbTaTOB SKCIIEPHUMEHTOB MMEET TPUBUAJIBHBIA HA TIEPBBIA B3I
¢dakT: u3MEHEHUs KOHPOpPMALMU KETO-KapOTHHOMAA TpU (HOTOAKTHUBALMUA U
nocneaytomeit penakcatmn  OCP  3HauMTenbHO oOmeEpekaroT KOH(POPMAIMOHHBIC
nepectpoiiku B OenkoBoi Mmartpuue. Muaue roBops, cnektp mnoriomeHuss OCP He
SBIISIETCS. HHINKATOPOM (PYHKIIHOHATBHOTO COCTOSIHUS Oenka. [1ockobKy BO3MOKHOCTD
B3aumozeiictBust OCP ¢ aHTEHHBIMH KOMIUIEKCAMH M PEryJISTOPHBIMU OejKaMu
onpenensercss OeNOoK-OeTKOBBIMH  KOHTaKTaMH UM CIEHU(PUYECKUMHU  CalTaMH,
JIOCTYMHOCTh 3TUX CAWTOB 3aBHCHUT, B MEPBYIO oOuepelb, OT KOH()OPMAIMOHHOTO
cocTrostHUsL OenkoBoi MaTpuupl. B pesynbrare ¢otoaktuBauuu OCP caiiTel ans
B3aUMOJCHCTBUSL C JpyrMMH O€JKaMu OTKpBIBAIOTCS Ha (DUHAJIBHBIX CTaIUsAX
(oTonMKIIa, a 3aKPHIBAIOTCS YXKe MOCIIE TOro, KAk KapOTHHOM T BO3BPAILlAeTCs B HICXOTHOE
nosoxkeHue B C-nomene. Takum oOpasom, moreHuuanibHO OCP MOXET NpOsBIATH

(bYHKI_II/IOHaJIBHy}O AdKTUBHOCTb HAXOAsACh KaK B KPACHOM, TdK X B OPaHKCBOM COCTOSIHHUHU.

O0600IMB BCIO JOCTYNMHYIO Ha JAHHBII MOMEHT HMH(OpPMAIUI0O O CTPYKTYPHBIX
U3MEHEHUSIX KETO-KapOTHMHOMJIA U €ro OEJIKOBOTO OKPY)KEHHS, a TakKXe JaHHbIE O
CKOPOCTSIX MEPEXO0J0B MEKIY pazinuHbiMU cocTosiHUAMU OCP, MBI nipeiaraem cxemy
nocJyenoBaTeNbHbIX peakiuii pororukia OCP, kortopsiit Bkitodaer 11 coctosuuii (cm.
puc. 37), 7 U3 KOTOPBIX BIEPBBIC OXapaKTEPU30BaHBI HAMH C TTOMOIIBI0 KOMOWHAITUN
onoduznyeckux MmetoaoB. [locnenoBaTenbHOCTh COOBITHIM, Tpoucxo X B OCP nocie

IMOTJIOICHUA KCTO-KAPOTHHOMIOM KBAHTA, HAM IIPCACTABILACTCA CICAYIOIIHUM O6p&30MZ

e (narojaps HEOJAHOPOJHOMY pacCHpeleNIEHUI0 3apsAloB B  OEIKOBOM
OKPY’KE€HHU B BO30YKIEHHOW MOJIEKYJe KETO-KapOTHHOWJA 3a HECKOJIbKO
COTEH (pc MPOUCXOAUT MEpPEPACTIPEEICHUE FTEKTPOHHON TUIOTHOCTH TaKUM
o0pa3oM, YTO OTPULIATENbHBIN 3aps] KOHIIEHTPUPYETCS B pallOHE KUCIOpOaa

KCTO-TPYIIIIbI

e yBenuueHHe H(PPEKTUBHOIO OTPULIATETBLHOTO 3apsiia Ha KHUCIOpOJe
UHAYLHUPYET MEePEHOC MPOTOHA HA KETO-KaPOTUHOU OT OJHOTO U3 IOHOPOB

(Y201 wim W288) u oOpazoBaHuEe HECTAOWJIHLHOTO HMOHAa OKCOKapOeHWs,

138



pPaBHOBECCHAsA TCOMCTpHUA KOTOPOIO0 CHJIBHO OTINYAaCTCA OT I/ICXO,Z[HOﬁ

KOH(UTYpaIii KapOTHHOUAA

® JICIPOTOHUPOBAHHE MOHA OKCOKApOEHMS MOCIE PENaKCALHUH €ro aTOMHBIX
KOOPJIMHAT MPUBOIUT K TOSIBICHUIO HEPABHOBECHOW KOH(GOpPMAIMH KETO-
kapotuHouaa (S*), KoTopas He IOAXOIUT JIJIT BOCCTAHOBJICHUS BOJIOPOIHOM

CBA3HU

e JI0CiI€ penakcanuy S* BO3MOXKHA U30MEpU3aLHs KETO-KapOTUHOMIA 34 CUET
IIOBOpPOTa [3-MOHOHOBOTO KOJIBLA, CTaOWIM3UpYyIOLas KapOTUHOUJ B
COCTOSIHUM C YBEIUYEHHON 3(P(PEKTUBHOMN IITMHON CONPSKEHUSI T-CUCTEMBI U

XapaKTEPHBIM «KpacHbIM» 11BeToM (P1)

® B pE3yJbTAaTe CTOXACTUUYECKUX U3MEHEHUH CTPYKTYphl N-10MeHa (TOBOPOT .-
crupast C Ha 6°, cocrtossHMe P2), OTKpBIBaeTCS AOIMOJHHUTEILHOE
IpoCcTpaHCTBO B N-JIOMeHE I CMeElleHUs KapoThHouaa w3 C-moMeHa

npuMepHo Ha 12 A, koTopoe npoucxoauT 3a ~ 1-10 mMkc (P2°)

e Ipu pa3pblBE COJIHOTO MOCTHKAa Mexnay ocratkamu RI155 u E244
ctpyktypHbie goMeHbl OCP mpuoOperaroT BO3MOXKHOCTH MOBOPAYUBATHCS

JPYT OTHOCUTENBHO Jpyra (Pn), ocTaBasch CKpeIJIeHHBIMU 332 CUET KOHTAKTOB

NTE n C-nomena

¢ B MCXKIOMCHHYIO 0011acTh IIPOHUKACT BOJA, 3aHMMAd B TOM 4YHCIIC 4YaCTb

«roHHEIs» B C-IOMEHE, paHee 3aHATYI0 KeTo-KapoTHHOHIOM (Pm)

o NTE u CTT TepstoT KOHTaKThI C JOMEHaAMU O€JIKa M YaCTUYHO YTPauuBaIOT

BTOPHUHYIO CTPYKTYpY (Px)

e B OTCyTcTBHE cTabunmusupytonux ¢akropoB N- u C-momensr OCP
pacxomsTes, OCTaBasiCh COCIMHCHHBIMU HECTPYKTYPHUPOBAHHBIM

MEKIOMEHHBIM JIMHKEPOM, ¢ 00pazoBanreM (unansHol Gopmsr (OCPR)

HOJ’Iy‘IeHHBIC HaMu NpCaACTaBJICHUA 0 MECXaHHU3MCEC (1)0T08.KTI/IBaL[I/II/I )51
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MPOMEKYTOUHBIX cOCTOSHUAX (PoTrorukia OCP nmo3BoOiSIOT HE TOJBKO JIyYIllE€ TOHSThH
OCHOBBI (DOTO3AIIMTHBIX AJANTHUBHBIX PEAKIMM IUaHOOAKTEpUl, HO M JAOT KIHOY K
MOHUMAHUIO CIIOCOOOB yIPABJICHHs JaHHBIM (OTOPEIENTOPOM. DTO HEOOXOIUMO ISt
u3zyueHus cnenupuueckux Bzaumoeiictsuiit OCP ¢ apyrumu 6enkamu, y4acTBYIOIUMU
B perymsanuu  (HOTOCHHTETHUECKHX TIPOIECCOB, a TaKXKe ISl CO3JAaHUS HOBBIX
OMOCEHCOPOB U (HOTOMEPEKIIIOYAEMBIX KOHCTPYKIIMA Ha OCHOBE BOJIOPACTBOPHUMBIX
OenkoB. B 3akitoueHre MOJYEPKHEM, YTO MOJYUYEHHBIE HAMU PE3YyJbTaThl OTKPHIBAIOT
BO3MOXKHOCTh IS W3ydeHHs Mexanm3dMa QoroaktuBarmu OCP ¢ momombro
COBPEMEHHBIX METOJI0OB BpeMs-pa3pelieHHON Kpucramiorpaguu ¢ MNpUMEHEHHEM
(beMTOCEeKyHIHBIX PEHTIC€HOBCKUX JIa3€pOB Ha CBOOOJHBIX dJekTpoHax (X-ray Free
Electron Laser). IlpumeHeHne 5TOro Mojxojla MOTUBUPYETCS BBICOKON CKOPOCTHIO
oOpa3oBaHUsl TEPBUYHOTO (POTOMPOJYKTAa, U CTAHOBUTCS BBIMOJHUMO Ornarogaps

OTKPBITOMY HaM CHOCO6y YBCINMYCHHUA KBAHTOBOI'O BBIXOda Q)OTOXHMHHGCKOP'I PCaKIHH.

KomnakTHas

oparxeBasi popma z 5
N

0

ECN 12 nc S0wc 0% “‘&

59 15%
h V S* ) P1 U3meHeHns koHopmaumm

¢O-H/ \1«& / 6enkoBoW MaTpuLbl

KomnakTHas
KpacHas popma

AAD 500 He
wa2gg LI P2 0.6 %
Y2(:)1e - U3meHeHns koHdopmaumm
Tarcain 6enkoBOM MaTpuubl
Genka
BoccraHoeneHve P 2’ 10 mkc
BOAOPOAHbIX ~62¢c A\OPD 0.3%
cBAzeit 02% CMellieHUe KapoTMHOMAA
Ha 12 A Brny6s NTD

Penakcauus
10 mc

KapoTuHomnpa OC PR P N 0.3%
29 S 35
| '0 033 py e Pt 35
PasgeneHue

100 mc Pa3BopauuBaHue
AOMGHOR: = aa CITHNIE

duamnonornyecku
aKTuBHas
KpacHas copma

Bce ewe
KOMNakTHas
KpacHasi hopma

Puc. 37. ®oronukn Opanxeoro Kaporunonnnoro benka.
BriBojibI K pazneny 3.2. @OTOUMKI OPAHKEBOT0 KAPOTUHOWTHOIO OeJIKa

1. ®oroaktuBamusi OCP T1pebGyer pa3ppiBa BOJOPOIHBIX CBsize. Peakims

oOyCJIOBJIEHa TepepaclpeesieHUeM 3JIEKTPOHHONW IUIOTHOCTH KapOTHHOWZAA B
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B036y}KI[CHHOM COCTOsAHHH, COIPAKCHHBIM C 06paTI/IMBIM IIPOTOHUPOBAHNEM

KETO-TpYyNIbl KAPOTUHOMIA.

CrexTpaiibHas TE€TePOT€HHOCTh IMOTJIONICHUSI HEAKTHUBHOM OpaHKeBOH (POpPMBI
OCP oOycrnoBieHa KOHKypeHIMell Mexay octarkamu Tyr-201 u Trp-288 3a
BOJIOPOJIHYIO CBSI3b C KETO-KAPOTUHOUIOM, KOTOpPasi CHMXKAET KBAHTOBBIN BBIXO]]

MEPBUIHOTO (POTOMPOTYKTA.

Pa3peiB  BOIOpOAHOM CBSI3M NPOUCXOAUT 3a BpPEMEHa IMopsaka 23 1cC, 4To

CBUJETEIBCTBYET 00 ONpeACIonei pom coctostHus S* B pooakTuaruu OCP.

@otounkn OCP xapaktepuszyercs MHOTOYHMCICHHBIMU HWHTEPMEIUATaMH,
ACUHXPOHHOCTHIO U3MEHEHUN KOHPUTYpaIlUU KapOTHHOHIa U OEIKOBOM MaTpHlIl,

a TaKK€ HU3KUM KBAHTOBBIM BBIXOJOM aKTUBHOU (opMsl (0.2 % 115 AMKOro THHa

OCP).

Todyeunble 3aMEHBI AMHWHOKHCJIOT B OOJIACTSAX KIKOUYEBBIX OCEIOK-OCIIKOBBIX H

0eJI0K-KapOTUHOMIHBIX KOHTAKTOB MO3BOJIAIOT KOHTPOIMpoBaTh pororukia OCP.
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3.3 besok-0e/ikoBbIe B3aMO/1eliCTBHS B OCHOBE PeryJisiiiuu (P OTO3alMTHBIX
peakuuii

PanmonansHoe ucnonb3oBaHue (HOTOCHHTETHUYECKOTO ammapaTa TpeOyeT OamaHca
MeXTy OS(PGeKTUBHBIM CBETOCOOPOM U 3amUTOM  OT  (OTOMOBPSXKACHUSA. Y
nuaHoOakTepuii  (oTo3ammra AHTEHHBIX KOMILIEKCOB (UKOOMIMCOM CBsi3aHA C
dbyHKIIMOHUpOBaHUEM (HOTOAKTUBHOTO OpaHkeBoro kapotuHoujaHoro Oenka (OCP),
KOTOPBIN MpU MHTEHCUBHOM OCBEILIEHUU aKTUBHPYETCS, MEPEX0Jid B KpacHyro (GpopMy
OCPR, u obecneunBaer TynieHue (IyOpeCLEHIMH CBETOCOOMPAIOIIEH aHTEHHBL B
koMmIuiekce (puxodunucomel ¢ OCP sHEprusi 3J1eKTPOHHOTO BO30YKJI€HUS MUTMEHTOB
aHTEeHHBI niepeaeTcs Ha keTo-KapotuHou 1 OCP u 3¢ (pekTUBHO KOHBEPTUPYETCS B TEILIO
3a cyeT koJsieOarenbHOU penakcanuu. Paktudecku OCP B KOMIUIeKCE ¢ aHTEHHOM
KOHKYpUpPYET C (POTOCHCTEMON 3a MOTOKHU SHEPrUM, U Ojarogapsi BBICOKOH CKOpPOCTHU
NEpPeHOCca SHEPTUU Ha KApOTHHOW] MPUBOAUT K MHAKTHBAIIMHM aHTCHHBI U CHIDKEHHUIO
3¢ (dexTuBHOrO ceueHus mnoryouieHuss (orocucTembl. Takas peakuus SIBISETCS
HEOOXOJMMOW M ONpPaBJAHHON MEpON NpHU MU3MEHEHUHM YPOBHSI OCBEILEHUS, KOTOPOE
MOJKET TMPOHCXOJUTh, HAMPUMEpP MPU CMEHE MOTOJHBIX YCJOBHM, NEpeMelINBaHUH
KyJbTYpbl KJIETOK IIMAaHOOAKTEpUH 3a CUET TEIUIOBOW KOHBEKUMHU U T.1. OgHAKO, IpU
CHIDKEHUHW YPOBHSI MHCOJIALIUU ISl BOCCTAHOBJICHHUSI (POTOCHHTETUYECKON aKTUBHOCTU
HEO0OXOIMMbl MEXaHU3MbI MO3BOJISIONINE pa300paTh KoMiuieke pukodommrcoma-OCP u
MHAKTHBUPOBaTh KpacHyio Gpopmy OCPR mis mpemorspainenus eé B3auMOAEHCTBHS C

AHTCHHBIMH KOMIIJICKCaMU.

OdyeBuHO, 4YTO I JOCTWIKEHHUsS HamOoubiied 3PQGEeKTUBHOCTH TEPBUYHBIX
(OTOCUHTETUYECKUX peakUuid, KOHLEHTpauusi KOMIUIeKcoB (ukoounucoma-OCP
JOJKHA U3MEHATHCS BO BPEMEHHM B CTPOTOM COOTBETCTBHUHU C YPOBHEM OCBELICHHOCTH
KJIETOK. DJTO BaXXHO ISl OOECHE4YeHHs] BBICOKOW CKOPOCTH MPUPOCTa OHOMACCHI,
0COOEHHO B OMOpPEAKTOpax, B TOM YHCII€ IPOMBIIICHHBIX. B MPOTUBHOM cilydae KJIETKH
MOTYT UCHBITBIBaTh CTPECC H3-3a O00pa30BaHMsS AKTUBHBIX (OpPM KHUCIOpOAa NpU
M30BITOYHOM OCBEUICHUU WJIM, HANpPOTUB, NEPUIMT HHEPreTUYECKUX PECYpCOB IMPHU

HeI[OCTaTO‘IHOf’I AKTHUBHOCTH (bOTOCI/IHTeTI/I‘IGCKOFO alrapara.
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B skcnepumentax ¢ ¢ukodmmmcomamu u OCP in vitro Obuto TOKa3aHo, 4TO
dotoaktuBauus OCP npuBomutr Kk oOpazoBanuio kommiekca ¢ DOBC, uro
COMPOBOXAAETCA TylieHneM e€ (IyopecUeHIMH, OJHAKO TMPU BBIKIIOYCHUU
AKTUHUYHOTO CBETa KOMILJIEKC OCTAETCS CTAOMIIBbHBIM M MHHTEHCUBHOCTD (DJTyOpECIICHIINH
(UKOOMIIMCOMBI TIPAKTHYCCKH HE MEHSCTCS B TEUCHHME HECKOJBKHX YacoB [67, 68, 89,
226]. B Takmx ke ycJIOBHAX IN VIVO MHTEHCHBHOCTH ()IyOpPECIEHITMH (PUKOOHUIHCOM
BOCCTaHABIIMBAETCS /10 MCXOJIHOTO YPOBHS MpuMepHO 3a 10 MuHyT. DTH HaOIIOACHUS
npuUBeln HuccienoBaTeneid Gpu3noaoruu (HOTO3AMMUTHBIX PEeaKIUil IuaHOOaKTepHil K
NOHUMAHUIO YTO B KJIETKaX €CTh IO KpailHeW Mepe emnie OAWH PEryjisTop TYIICHUS
dyopecuenimu pukoduarcom [226]. Hanpasnennas aenenus B rede SIr1964, kotopsrit
B reHome Synechocystis PCC 6803 HaxomuTcs MO0 COCEIACTBY C T€HOM, KOJUPYIOUIHM
OCP, npuBena K pe3KOMY CHUKEHHUIO CKOPOCTH BOCCTaHOBJIEHHS (DIIyOpecleHIIUN
(bUKOOMIINCOM B KJIETKaxX I[MAaHOOAKTEpUid, aJaTUPOBAHHBIX K CHHE-3€JICHOMY CBETY.
NnentuduurpoBaHHblii TakuM o0pa3oM OeloK ObUT Ha3BaH OEJIKOM BOCCTAaHOBJICHUS
dbayopecueniun  (Fluorescence Recovery Protein, FRP). TloBwiienue ypoBHS
skcnpeccun  SIr1964 mpUBOOUT K YBEIMYCHHIO CKOPOCTH  BOCCTAHOBIICHHSI
¢dyopecueHIH (UKOOUITUCOM. Opnnaxo, MOJIEKYJISIPHBIN MEXaHHU3M
¢dbynkunonuposanus FRP 10 HenaBHUX op ocTaBasics Manon3ydyeHHbIM. Bo MHOroM 310
CBS3aHO C PSAJIOM CHUCTEMATUYECKHX OIMIMOOK, MOMYIIEHHBIX TPpyNnoi (ppaHIily3cKux
uccienosarenei. 3-3a HepaBUIBHOTO ONPEACIICHNS JUIMHBI PAMKU CUMTHIBAHUS I'E€HA
slr1964, ObLT1 SKCHIpecCHpPOBaH YIUIMHEHHBIA TE€H, a €ro TMPOIYKT, COJACpIKaIIui
JIOIIOJTHUATENIbHYI0 N-KOHIIEBYIO MOCJIENOBATEIbHOCTh, INPUBEN K BbIBOAY, 4TO FRP
aByseTcsi MeMOpaHHbIM OesikoM. Jlonroe Bpemsi onuromepHoe coctosaue FRP Taxke
BBI3BIBAJIO BOMNPOCHL. ODKCIEPUMEHTHI 1O MW3Y4YEeHHIO B3aummonenctBusa FRP ¢
doroaktuBrpoBanHbM OCP INn Vitro XoTs 1 moKa3aau yCKOPEHUE peNlaKkcallii KpacHoU
dopmer OCPR, omHako He MO3BONUIM CIENaTh OJHO3HAYHBIX BBIBOJOB O CTPYKTYpE

KOMIIJICKCA.

N3-3a OONbIION MOABUKHOCTH 3JIEMEHTOB TPETUYHOW CTPYKTYpbl AKTHBHOM

kpacHoit ¢popmbl OCP (4T0 XapaKTepHO /IS TaK Ha3bIBAEMOM pacIiiaBIEHHOM TI100YIIbI)
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Y CaMOIIPOM3BOJIBHOTO NIEPEX0/Ia B OPAHKEBYIO HEAKTUBHYIO (POPMY U3yUEHHE CBOWCTB
akTuBHOro cocrostuust OCP u ero B3auMOJEHCTBUSL C APYTUMHU O€JIKaMH SIBISIETCA
HETPUBHAIBHOM 3ajadyel. bornee TOro, MCIOJb30BaHWE MHOTMX 3KCIIEPUMEHTAIbHBIX
MOJIXOJJOB HECOBMECTUMO ¢ (HOTOCTUMYJISILMEH, HEOOXOAMMOM s NOJJEpKaHUS
BBICOKOM KOHIIEHTpalMHU akTUBHOTO KpacHoro coctostHus OCP. Ilostomy Hamu Oblia

IPENPUHSITA TOIBITKA MOJYYUTh CTAOMIBHYIO KpacHyro Gopmy OCP [143].

[Tockonpky BakHbIMH is (GoToakTUBHOCTH OCP aMUHOKHCIOTaMH SIBISIOTCS
Tupo3uH-201 u Tpunrodan-288 pacnosoxkeHHbie B C-I0MeHEe, Mbl PEIIUIN MPOBECTU
3aMEHbI 3TUX aMUHOKUCIIOT Ha anaHuH (cM. Tabauya 2). Cnegyet OTMETUTD, YTO B paboTe
Wilson et al. (2011) [86] aBTopamMu ObUTH TIOJyYeHBI MYTaHThI C 3aMEHOM TpHUIITO(haHa
288 Ha TUCTUIUH W CEPHUH, OJIHAKO MYTAHTBHl C TaKUM TE€HOTHUIIOM OKa3ajluCh
HECIIOCOOHBIMH BBI3BIBAThH TYIICHUE (UKOOMIHCOM IN ViVO, a in Vitro ux croiicTBa He
u3yyanuch. Ilonydennniii Hamu Mytant OCP-Y201A/W288A (OCPA%) oGnamaer
CHEKTPAIbHBIMA  XapaKTEPUCTUKAMH, CXOXKUMHU ¢ KpacHou Qopmoit  OCP,
oOpa3ymomeiicss B pe3yinbrare (OTOKOHBEPCHH WM C TIOMOIIBIO TaK Ha3bIBaeMOMU
«xumuueckor aktuBaruu» OCP, koTtopas HpoUCXOIUT B PacTBOpax C BBICOKOM
KoHIeHTpanuei xaorponoB (1.5 M NaSCN) [227]. [laHHbI# MyTaHT HE CIIOCOOCH K
(doToaKTMBAalMKM, M TOCTOSHHO HaxoguTcs B KpacHod ¢opme. IIpoBepka
(GYHKIMOHAIBbHOW aKTUBHOCTH JAHHOTO IpernapaTa Mmoka3aia ero nojHoe COOTBETCTBUE
(usmonornuecku axTuHOM KkpacHoit (popme OCPR. Ilpum mo6aBneHMH K pacTBOpPY
¢uxobmmmcom Myrautr OCPA4 BpI3bIBacT HEOOpPATUMOE TyLIEHHE X (DIyOPECLEHIINH.
Opnnako, cXxoXuMu cBoiicTBamu obnananmu u apyrue mytantel OCP. Kak bl yxe
orMeyanu, npu dkcnpeccun B E.coli myranTabie dhopmber OCP-Y201A u OCP-W288A
XapaKTepU3yTCs NBYMsl (hpakiUsiMU - MUHOPHOM opaHxkeBoi (Menee 10 %) u ocHOBHOM
KpacHoU (hOopMBbI, KOTOPasi, O BCEH BUAUMOCTH, MPEJICTABISAET COOOM OENIOK C OITMOKaMHU
dbonauHra, BO3HUKAIOIUMU B pe3yIbTaTe N3MEHEHUS IEPBUYHOMN MOCIIEI0BATEIBHOCTH.
Mpb1 OOHapy>XKUJTU WHTEPECHYI0 OCOOCHHOCTh, XapaKTEPHYIO IJisi KpacHOW (pakimu
npenapata OCP-W288A u psiga Apyrux MyTaHTOB, HO HECBOMCTBEHHYIO JIBOMHOMY

mytanty OCP-Y201A/W288A. Oxka3aioch 4YTO B pacTBOPax C BBICOKHM COJEPKaHUEM
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kocMmoTtponoB (Hampumep ot 500 MM (docdara HaTpusi) CIEKTp MOTJIOMICHHUS] KpaCHOU
dbpakiuun OCP-W288A mnocreneHHO MeHseTcs, npuoopeTass GopMy XapaKTEpHYIO s
OpaHXXeBOW (hpakuu W, COOTBETCTBEHHO, HeakTHBHOTO cocTostHus OCP. Bmecre ¢
TaKUM TIEPEX0I0M KpacHOM (OpMBbI B OpaH)XEBYIO BO3BpaIlaeTcsi U (HPOTOAKTUBHOCTH

npemapara (cm. puc. 38) [219].
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Puc. 38. Bnusnue ¢ocdara Ha ontuyeckue cBoiictBa u oroaktuBHOCTH OCP-W288A. A — criekTp
noryomieHus: MmyrautoB OCP nmumennsix ognoro (W288A) u nsyx (Y201A/W288A) aMuHOKHUCIIOT,
o0Opa3yronmx BOJOPOJHBIE CBSI3U C Kero-kapoTuHouaoM, B 0.8 M ¢ocdhatHom Oydepe. doto
b
doronmkmuuekne u3MeHeHus: noriomenus mnpenapata OCP-W288A npu 550 HM B pesynbrare
ajanranuu odpasia K cuHeMy cBety. B — criekTpbl komOuHamonHoro paccestHuss OCP-W288A 8 0.1 u
0.8 M ¢ocharnom Oydepe. I' — HopmMupoBaHHAsE AMIUTUTY 1A (POTOLUKIMYECKHUX MTEPEX010B Mpu 550 HM
npenapatoB OCP-W288A n OCP aukoro tuma npu pa3imyHbIX KOHIIEHTpauusax ¢ocdara B cpere.

MOKa3bIBaC€T M3MEHEHME I[IBETa TMperapaTta NpH YBEJIWYEHUHM KOHIEeHTpanuu docdara.

Takum oOpa3zoM (hakTOpbl, CTAOMIM3UPYIOITHE OEIIOK-OCIKOBBIC B3aUMOJICHCTBUS
CIIOCOOCTBYIOT KOMITAKTH3AIIMH KPACHBIX ()OPM 1 BOCCTAHOBJICHHIO BOJIOPOIHBIX CBS3CH
MeXIy O€TKOM M KapOTHHOUI0OM. BaskHO OTMETHUTS, 4TO Oy(epHbIe pACTBOPHI C BBICOKOM
KOHIICHTpaIren comneit (pocdaTtoB HCMONB3YIOTCS IS paOOThl C  BbIJAEICHHBIMU
(UKOOMITICOMAaMH, MOCKOJIbKY 3TH MUTMEHT-OCIKOBBIE KOMILUICKCHI IN VItro kpaiiHe

HECTaOWJIbHBI U PACTIAIAl0TCSI HA OT/IEIIbHBIE KOMITOHEHTHI B PACTBOPAaX ¢ HU3KOW HOHHOMN
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cunoii. HeManoBakHO Takxke M TO, 4TO BBIXOA KpacHoi ¢opmbr OCPR y nukoro tuma
OCP nipu MoOBBIIIEHNN KOHIIEHTpaIuu GocdaToB CHUKACTCS MPAKTUIESCKH 10 HYJTIS (CM.
puc. 38), uTo B HTOTe HE TO3BOJsIET eMmy d(G(EKTUBHO B3aMMOCHCTBOBATH C
(UKOOMITHCOMOH, MOITOMY B SKCIIEpUMEHTax IN Vitro tpedyercs 100-kpaThiii H30BITOK
OCP nmns moctmkenus: 3pdexkToB, cpaBHUMBIX C TymieHHeM (GuKoOmIrcoM In Vivo.
MyTtaatT OCP-Y201A/W288A numien 3Toro Hegoctatka, a y MmyrantoB OCP-W288A u
OCP-Y201A Bwixon kpacHoit ¢opmbl U e€ 3¢hDEKTUBHOE BpeMs KU3HH 3HAYUTEIHLHO
Beimie 1o cpaBHeEMio ¢ OCPR pgukoro tuma. BeposTHO, BBICOKME KOHLEHTPALUH
docdara, nedictBys Ha OenkoByilo cTpykTypy OCP-W288A Hecneuuduuecku,
CHOCOOCTBYIOT peONIUHTY, OJHAKO CX0XKHUE 3P (PEKTH HAM yAaI0Ch OOHAPYKUTh U IIPU

B3aumojelicTBum kpacHou ppakiun OCP-W288A ¢ perynstopabsiMm 6einkom FRP.

[lonyunB psag  pekoMOuMHaHTHBIX mnpenapatoB FRP W3 pasHeiXx BHIIOB
[IMaHOOAKTEPUl, XapaKTePU3YIOIUXCS HU3KON CTENEHbI0 TOMOJOTUYHOCTU TIEPBUYHOM
nocieaoBaTeIbHOCTH  [228], MBI OPUCTYNHIM K M3YYCHUIO UX CBOWCTB W

B3anmoaencteuio ¢ OCP.

Hamu Obuto mokaszano, uto kpacHas ¢paxius OCP-W288A crnocobHa HE TOJIBKO
s dexTBHO TYmUTh (QiryopecueHnno (GUKOOMINCOM, HO M B3aMMOJICHCTBOBATH C
oeaxom FRP in vitro, oOpa3ys kommiekc. B pesynabTare B3auMOJCHCTBHS KPacHOM
dbopmel gukoro tuna OCP ¢ FRP 00pa3oBaBmimiicss KOMILJIEKC OBICTPO pacragaeTcs T.K.
FRP yckopsier nepexo u3 KpacHou (hOpMBbI B OPaHKEBYIO, & C OPaHKEBBIM KOMITAKTHBIM
OCP FRP mpaktuuecku He B3aumoneictByeT [104]. Kommuexkc OCP-W288A - FRP
OKazaJjicsi CTAOMJILHBIM, U MBI CMOTJIM OXapaKTepU30BaTh €r0 pa3Mep U CTEXUOMETPUIO C

IOMOIIbI0 HaOOpa OMOXMMHYECKUX M Onodu3uueckux meromos [104, 219, 224, 229,
230].
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A « data for AmaxFRP B
0.014 - fit from 4JDX, x*=2.41
— fit from 5TZ0, %°=1.62
5 — fit from AmaxFRP model,
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Puc. 39. Annpokcumanus kpuBoid SAXS (A), momyuyennout anst FRP u3 Arthrospira maxima c
nomoteio Mogenu auMepa AmaxFRP (B), mocrpoenHoit mo romonoruu ¢ mnomoribio iTASSER.
Pucynok u3 crateu [228].

C nomoripio xpoMarorpaduu HaMH BIIEpBbI€ OBLIO MOKa3aHo, uTo FRP, sBnssich B
pacTBOpe CTaOWIbHBIM JUMEPOM, MOHOMEPHU3YETCS TpHU B3aUMOJICUCTBUH C
aktuBupoBaHHbIM OCP, a runmponvHaMuueckuii pazmep oOpa3yrolerocss KOMILIEKca
3HAQYUTENBHO MEHBIIIE, YeM CyMMAapHBIN pa3mep AByX MoHOMepoB OCP-W288A u FRP,
T.€. NPOUCXOAUT KOMIIAKTU3AIUs M, BEPOATHO, yHopsiaouMBaHue cTpykTypbl OCP-
W288A, uro BeIpaxkaeTcs B xapakrepHoM s OCPC cMmernennu crexTpa IorIomeHns
KapOTUHOUJIa B CHHIOK YacTh CIEKTpa U BOCCTAHOBJICHHWEM BUOPOHHON CTPYKTYPHI.
[TockonbKy MBI 3HaeM, 4To nepexo 1 kpacHoit hopmbl OCP-W288A B opanxkeByto hopmy
TpeOyeT BOCCTAHOBJICHUSI BOJOPOJAHOM CBsI3U C ocTaTKOM Y201, KoTopoe HEBO3MOXKHO
0e3 mpaBWIIbHOM B3auMHOM opueHTanuu N- u C-gomeHoB OCP, MBI PEIOI0KUIN, YTO
FRP, cBsa3biBasich ¢ pusmosornueckd akTUBHOU kpacHou ¢opmoit OCP, cocoOGcTByeT
COJIMKEHUIO TOMEHOB U BOCCTAHOBJIEHUIO CTPYKTYpbI THAPOPOOHON 007acCTH BHYTPH

OCP - KapOTUHOUIHOTO «TOHHEIS.

C momenra otkpeitusi FRP B 2011 roay u g0 myOnukanuu Hamredd padoter [104], B
autepaTtype 10BosibHO yacTo FRP HaspiBanu epmMeHTOM, KaTaIU3UPYIOUIMM PEaKLUIo
penakcauuu KpacHoM akTtuBHOM Qopmbl OCP. OpnHako, Kak Mbl [OKa3ald,
UCIIOJIb30BAHUE JIaHHOI'O TEpPMHMHA HEONpPaBAAaHHO, MNOCKOJbKy FRP He cHumxaer

sHeprerudeckuii 0apbep mis nepexoaa OCP B opanxkeBoe coctosiHue (M. puc. 40).
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Puc. 40. Biausuue FRP Ha ¢oromnnynupoBaHHoe 00pa3oBaHHE U TEPMOAMHAMHKY PpEIaKCalluu
kpacHoil popmbl OCP. A — kuHETUKH (POTOMHIYLIUPOBAHHBIX U3MEHEHHUH ONTUYECKOHN MIIOTHOCTH MPU
550 um mpeniapata OCP B otcyTcTBUM (YepHas jauHMs) U B ipucyTcTBuU FRP (kpacHas nunus) npu 15
°C. MOMEHTHI BKJIIOUEHHSI W BBIKIIOYCHUS CHHETO MO0/ OTMEUEHBl MyHKTUPHBIMH JIMHUSAMH. B —
TEMIIEPATypHbIE 3aBUCUMOCTU CKOPOCTH penakcanuu KpacHod ¢opmbl OCP B oTcyTcTBUM (YepHast
nuHus) 1 B npucytcTBuM FRP (kpacHast muHus) B koopanHaTax AppeHuyca.

HecmoTtpst Ha MHOTOKpaTHOE YBEIMYEHUE CKOPOCTH pelakcaliu KpacHOU (popMbl
OCPR B mpucyrcteun FRP, u3MEHEHMS ODHTAIBIMM M DHTPOIMHU IIEPEXONOB HE
npesbimany 15 %. Takum obpazom, s3pdekt, okassiBaemblii FRP na OCP, ne BnusieT Ha
MEXaHU3M pEaKIMU pelaKkcalui KpacHOW (opMbl, a JUIIb CHIXKAET KOJIUYECTBO
MOMNBITOK, HEOOXOJMMBIX JIJISI BOCCTAHOBJICHUSI BOJOPOJHOM CBSI3M MEXKIY KETO-
KapOTUHOUJIOM U crieniprudeckuM octaTtkoM B C-gomene OCP. Mbl peAnoaoxxuiu, 4To
FRP Bemomnusier pons crabunmzaropa («scaffold»), orpannurBas KOHPOPMAIMOHHYIO
noaBMKHOCTh C- 1 N-koH1eBbiX gomMeHoB OCP. /s gokaszatenbcTBa 3TOM T'MIOTE3bI

HaM HE0O0X0aAuMO ObLIO onpeaeanTh yaacTku B3aumoencteus OCP u FRP.

Ucnonb3yss KOMOMHAIMIO ONTHYECKUX W XpoMaTorpaduuecKux METOAOB, MbI
yctaHoBwiH, uTo FRP criocoGen B3anMoieiicTBOBATh C OPaHKeBOM HEAKTUBHOM (hOpPMON

OCP, onHako ¢ ropas/io MEHBIIIUM CPOJCTBOM I10 CPaBHEHHIO ¢ (hOTOAKTUBUPOBAHHOM
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dopmoit OCPR unu xpacnoit ¢ppaxumeit OCP-W288A, nmpy 5TOM KasKyIIuecss KOHCTaHThI
JMCCOIMALIMU COCTaBIISUTN 0KOJIO 35 1 2.3 MKkM, cootBercTBeHHO [104]. Takum oOpa3zom,
MBI TIPEANONOXKHIN, 4TO B KpacHOM ¢opme OCP oOTKpbIBaeTCs OCHOBHOW CallT
B3aumogercteuss FRP ¢ OCP, koTopplii MO KAakWM-TO MNPUYMHAM HEIOCTYIIEH B
opamxeBoi kommnakTHO#H Gpopme OCP, mo3TOMy B3aUMOACHCTBHUE ¢ HEH OCYIIECTBISICTCS
HeahpextuBHO. OTHAKO, BIIOCIEACTBUU MBI ycTaHOBIH 4To FRP 06pasyer komreke ¢
ano-dopmoit OCP ¢ 3)(eKTHBHOCTBIO, CpaBHUMOIA ¢ ero BzaumoeiictereM ¢ OCPR umm
kpacHoil ppakuueit OCP-W288A [224]. Takum ob6pazom, B3aumoaeiicteue FRP ¢ OCP
ornpezensieTcss 0enoK-O0eIKOBBIMU B3aUMOJICUCTBUSIMA M HE CBSI3aHO C COCTOSIHHEM
xpoModopa 1 ero HaTuIHeM.

JHlanee ™Mbl mpoBepwin crocoOHocTh FRP B3aumojelicTBOBaTH € OTIEIbHBIMU
dbparmentamu OCP u ycranoBunu, uto FRP npaktuuecku He B3aumojencTByeT ¢ N-
noMeHoM OCP He3aBUCHMO OT HallM4YWsl WIM OTCYTCTBHSI B HEM KapoTuHouaa. OgHaKko
CTaOMIBHBIN KOMIUIEKC oOpaszyercs mexay C-gmomeHom u FRP. Otu nHabmoaeHus
YKa3bIBAIOT Ha TO, YTO NepBUYHbIA calT B3aumozeicteuss OCP ¢ FRP pacnonaraercs
uMeHHO B C-loMeHe, HO 3akphiT B OpaHkeBoil komnaktHod (opme OCP. Ananus
MIPOCTPAHCTBEHHOM CTPYKTYphI KOMITaKTHOM opanxkeBoil hopmbl OCP (cMm. puc. 33 u puc.
41) noka3bIBaeT, YTO HECKOJIbKO obJacteil B C-goMeHe 00pa3yroT KOHTAKThI C JPYTUMHU
anemMeHTaMu CTpyKTypsl OCP, KOTOpbIE MOIYyT OTKpBIBaThCA B  PE3yJbTaTe
dotoaktuBaniuu  OCP. Kpome oOmHUpHOrOo MEXKIOMEHHOro wuHTepdeiica u
HECTPYKTYPUPOBAHHOTO JIMHKEpa (27 aMHHOKHUCIOTHBIX OCTaTKOB), COEIMHSIOIIETO
CTPYKTYpPHBIE€ JOMEHBI, YaCTh MOBEPXHOCTH C-AOoMeHa 3aKpbITa C-KOHIIEBBIM «XBOCTOM)
(CTT), o6namaroniym 3Ha4UTEIbHON KOH(OPMAIITMOHHOMN MOABUKHOCTHIO, U KOPOTKOM 01-

cnupaibio (NTE), ces3biBatonieit N-momeH u B-ckiiaguateiii yuactok C-nomeHa.
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Puc. 41. Pons ciemmuduueckoro yuactka B C-momene OCP B perymsauuu Bzaumozeiicteuii ¢ FRP. A, b
u B - cpaBHeHue 3nemenToB cTpykTypHbl OCP 1 FRP, orBeuaromux 3a B3aumosneiictaue ¢ C-10MeHOM
OCP. Bnusaue FRP Ha cniektp nmornomenus opamkeBoit (I') u kpacHo-nypnypHoii () dpaxiauun OCP
ANTE. BcraBka moka3biBaeT, kak jgoOaBnenue FRP x kpacHo-myprypHo#l (dpakuuu mocTeneHHO
CHIDKAET ONTUYECKYIO TUNIOTHOCTH TpenapaTa npu 550 HM 3a cureT 00pa3oBaHus opaHxkeBor popmbl. E
— xpomarorpaduueckue npodumm smouun ANTE(O), FRP u wux KOMIUIEKCOB NpH pa3inyHBIX
koHneHTpauusx FRP. 2K — kpuBble CBS3bIBaHUs, TOCTPOSHHBIE TI0 U3MEHEHHSIM HHTEHCHUBHOCTEH MMUKOB

ANTE(O) u FRP nHa xpomarorpammax, IO3BOJMBIIUE ONPEICIUTh KaXYIIyIOCS KOHCTaHTY
JIMCCOITHAIINHU KoMITIekca Kp.

Ananus nocnenoBarenbHoCcTH FRP u cpaBHenue e€ ¢ OCP nmo3Boaui HaM BBISIBUTh
CXOJICTBA KAaK MEPBUYHOM CTPYKTYpHI, TaK U yKIanku nentunos 2AETQSAHALFR? B
nocienosarensrocTd FRP u nentuaa *FTIDSARGIFPE OCP, pacnionoxennoro 8 NTE.
DTO CTUMYJIMPOBAJIO HAIIl THTEPEC K UCCIICIOBAHUIO CBOMCTB MyTaHTa, JIUIIEHHOTO NTE.
Panee myrant ANTE 6b11 monmyuen B padore Thurotte, A., et al., (2015) [131], onnako
U3-3a TeTePOreHHOCTH OEJIKOBOTO MpernapaTa aBTOPHI Ceaau psii OLIMOO0YHBIX BBIBOJOB
0 (yHKIMOHAJIBHBIX OCOOCHHOCTAX 3TOro oobekTa. Ham ynanoce paznenuts npenapat
ANTE na nBe ¢paknum ¢ pa3audHBIMHA CHEKTPATBHBIMH XapPAKTEPUCTHUKAMU U
byHKIMOHATBHBIMU 0coOeHHOCTSIMU (cM. puc. 411" u /). OcnoBHas ¢pakuuss ANTE(O)
— 3TO OpaHXEBbI OEJIOK, MOJHOCTHIO COOTBETCTBYIOIIMI OpaHkeBOH (opme TUKOro
tuna OCP. Munopnoi sBisietcst kpacHo-myprypHas ANTE(P) dpakuus 6enka, kotopas

OTJIMYAETCS MO TUJIPOJIMHAMUYECKUM CBOWCTBAM OT KOMIAKTHON OpaH>keBoul (hopMbl U
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MoATOMY OTHensieTcs OT He€ ¢ momolbio Xxpomarorpaduu. Bepostao, ANTE(P)
IpeACTaBIsSeT co00l aHanor KkpacHoi aktuBHOM (opmel OCPR, xotopas o6pasyercs B
pe3ynbTaTe CIOHTAHHOW aKTUBAallUd MYTAaHTOHOW ¢GopMbl Oelka W/WIM OIHUOOK
donaunra npu sxcrnpeccuu B E.coli. Imenno stum o0ycnosiena cnocoonocts ANTE(P)
TymHATh (QIYyOpECIeHITNI0 (PUKOOIMINCOM 03 TpeaBapuTeNbHOW (OTOAKTHBAIUH,
ananornyHo mytantam OCPAA u np., uto Thurotte, A., et al., (2015) ommGo4HO
npunucanu u opanxeBoit popme ANTE(O). Mb1 06Hapy uiu, 4TO OOITUM CBOMCTBOM
115t ANTE(O) u ANTE(P) saBnsietcsa B3aumopeiicteue ¢ FRP ¢ 06pa3zoBannem komiiekca
1 x 1, KOHCTaHTa AUCCOLMALUUA KOTOPOTro cocTaiisiia okoso 0.6 MkM. Takum o6pazom,
MBI TIOKa3aiu, 4to oTcyrcTBue NTE onpenenser Bo3amMoxHOCTh B3aumozencteus FRP ¢

OCP naxe B opanxxeBoi popme.

ITo cBoeit cytu mnpenapatr ANTE(O) mnpencraBiser co0Ooii uHTepMeauar
dbotorukiia OCP, y KOTOporo KopoTkasi oA -cripalib OTCoeIUHMmIACh OT C-J0MeHa Win
€lle HE BEPHYJAach B HMCXOJHOE IOJIO)KEHHME IIOCIIE PEJIaKCalui KETO-KapOTHHOWJA U
BOCCTAHOBJIEHUSI BOJOPOAHOM CBA3M B C-gomeHe. AHAJOTMYHBIA IO CTPYKTypE
OeNKOBOW MaTpullbl KpacHbIil mHTepMenuar ¢orouukia (Px, cMm puc. 37) BO3HHKaeT
HEIMOCPEJICTBEHHO Mepes; o0pa3oBaHueM (YHKIIMOHAIBLHO aKTUBHOW KpacHOU (OpMbI
OCPR,  BsammopmeiictByromeii ¢ ¢uxkoOmmucomoi.  Omuako,  d(deKTHBHOE
B3aumozencteue ¢ FRP cHmkaeT BEpOATHOCTH Iepexojia JaHHOTO MHTEpMEIuara B
aKTUBHOE COCTOSIHHE, YTO O€3yCIOBHO IO3BOJSET MPEJOTBPATUTH OOpa30BaHME
xommiekca OCPR ¢ pukoOummcomMoii. DTH 3aKiI0OueHNs IIOATBEPKIEHBI Pe3yIbTaTAMK
CepUH SKCIIEPUMEHTOB IN VItro (cMm. puc 42), u MOKa3bIBAIOT BBHICOKYIO 3()PEKTHBHOCTD

FRP xax monymnsitopa ¢GOTO3aIMTHBIX MEXaHU3MOB.
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Puc. 42. Biiusaue FRP u3 pa3ubix BuioB nuanodaxkrepuii Ha ciocooHocts OCP ANTE u3 Synechocystis
K 00pa3oBaHKIO aKTUBHON KpacHoi popmbl OCPR u BzaumoneiicTeuto ¢ pukobumcomamu in vitro. A
— u3MeHeHus onTuyeckoi miotHoctu npenapara OCP mpu 550 uMm B npucyrctBuu FRP non nefictBuem
7 HC BCIIBIIIEK aKTHHUYHOTO cBeTa (532 uM). B - Hakomnenue kpacHoit popmel OCPR nox neiicreuem
HETPEPHIBHOTO OOJydeHHs] CHHHM CBETOM B MpHCyTcTBUM pasznmuHbix FRP mpu 5 °C. C —
MOCJIEIOBATEIbHBIE HM3MEHEHUS WHTCHCUBHOCTH (IyopecueHuun (UKOOMINCOM B pPe3yibTaTe
nobasneruss OCP u FRP. D — tymenne ¢uryopectennmn ¢pukodummucom 3a cuet poroakruaruun OCP
ANTE B orcyrcTBuu u B ipucyrctBuu FRP pasHbix BU10B.

[Iprumna, no kotopoi npoucxoaut orcoeanHenne NTE ot C-moMeHa, BEpOSITHO,
CBSI3aHA C U3MEHEHUEM CBOMCTB [-CKJIaJyaTOro y4acTKa IOCJe TOro, KaK KapOTUHOU]
nokugaetr C-I0MeH M €ro MeCTo 3aHuMaeT Boja. Hapymenne Bonopoanbix csasen B C-
JIOMEHE MPUBOAUT K U3MEHEHHUIO T'HApO(POOHOCTH JOKanbHOro OoKpykeHus Y201 u, B
ocobenHoctn, W288, KOTOpBIHA, HaxXOmsICh BO BHyTpeHHed monoctn C-momeHa
(baKkTHUeCKH COmpsbKeH ¢ TUAPOoPOOHBIMU OCTaTKaMH, OOpa3ylIIMMH HHTepdeiic
Baumoneiicteuss  C-gomena ¢ o-cnimpaibHbiM  NTE,  crabunmsupyronmm
B3aumozencteue N u C-gomeHoB. [loaToMy n3MeHeHus: B okpyxkennn W288, 1o Bceu
BUJIUMOCTH, TEPENAIOTCI HAa BHEWIHIOK CTOpOHY C(C-IOMEHa, 4TO W MPUBOIUT K
HapymieHuto koHTakta NTE ¢ C-gmomenoM. Bo3MoxHO, 4YTO mociie BO3Bpara
kapoTuHouJa B C-JOMEH U BOCCTAHOBJICHUSI BOJIOPOAHBIX CBA3EH ¢ ocTtarkamu Y201 u

W288 cponctBo NTE k B-ckmaguaromy ywactky yBenumuuBaercs. BepositHo, FRP,
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HanpoTuB, oOmamaer OonpmmM cpoactBoM K C-momeny OCP B orcyTcTBUM
KapOTHHOU/A, YTO TOJTBEPXKIACTCS 3KCIEPHUMEHTaMH C aro- U xojo-hpopmamu C-
nomeHoB OCP. Takum o6pazom, FRP u NTE mMoryt koHKypupoBaTh 3a OJIMH U TOT K€
cailt B C-nomene OCP, cBoiicTBa KOTOpPOro 3aBUCAT OT HAJIM4YUS WIM OTCYTCTBUS

KapoThuHonaa u, COOTBCTCTBCHHO, (i)YHKHI/IOHaJIBHOFO COCTOAHUA OCP,

Mp1 nokazanu, uyro FRP B pactBope sBisieTcs IuUmMepoM, OJIHAKO IIpHU
B3aumoneiicteun ¢ ANTE(O) u ANTE(P), a Taxke OCP-Y201A/W288A u Bcemu
IPOYMMHU aHAJIOraMK aKTUBHOM kpacHoii popmel OCPR, o6pasyercs kommueke OCP-FRP
c crexuometpueit 1 k 1. YuursiBas, uto B kpucramuie FRP (PDB ID: 4JDX) BcTpeuaercs
B Pa3JIMYHBIX KOH()OPMAIIMIX, PA3yMHO MPE/IOI0KUTh, YTO JaHHBIN OEJI0K B pe3yJbTare
B3aumojierictBusi ¢ OCP mnperepreBaeT 3HAYUTEIbHBIE HW3MEHEHUSI TPETUYHOU U

YETBEPTUYHON CTPYKTYPHI.

JIist m3ydyeHus: CBOMCTB MOHOMepHOW u aumepHod ¢opmel FRP namu Obuin
cKOoHCTpyupoBaHbl MyTaHThl: FRP-L49E B k0TOpOM 3aMeHa He3apsKEHHOTO JIEHIIMHA HA
OTPULIATENBHO 3apPSHKEHHYI0 TIIyTAMHUHOBYHKO KHUCJIOTY MEIIAET KOHTAKTy HBYX O-
caupajei; 1 FRP-L33C/143C ¢ monoaHuTeIbHbIMU IIUCTEHHAMH B 00J1aCTH KOHTAKTa 0.-
cnupasieir B qumepe FRP. 3amenst L33C/I43C Obuin BBIOpaHbI C YYETOM CTPYKTYPHI
mumepa FRP wu3-3a Toro, uro paccrossHue mexnay CP aromamu neitnuHa-33 u
u3ojieiinuHa-43 He mnpeBblmaer 6.5 A, uro obecneunmBaeT 00pasoBaHHE JBYX
KOBAJICHTHBIX CBSA3EH MEX Ty [IUCTEMHAMU, BBEICHHBIMU B KOHTAKTUPYIOIIUE O.-CITUPAIIH.
B oxucnenHom cocrossuun FRP-L33C/143C, kxak ® Tmpeamosiarajioch, OKazaJcs
CTAOMJIBHBIM JIUMEPOM, a B BOCCTAHOBJICHHOM 00pa30BBIBAJ JUMEPHI JIaXKe MPU HUZKUX
KOHIICHTpaIusax Oelika, TOYHO Tak ke Kak aukuid tun FRP, aro roBoput o tom, 4to
0enoKk-0eKOBBIM MHTEpdelc, OTBeUaIMii Ha 00pa3oBaHUE AUMEpPA, COXPAHUI CBOMU

¢ynxmonan. Hamporus, mytant FRP-L49E oka3zancst MOHOMEpHBIM.
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Puc. 43. A — xuHeTuku u3MeHeHus nornouieHus npenaparoB OCP npu 550 HM B mpuCyTCTBUU
crabunbHbIX MOHOMEepHOTro FRP-L49E u numepnoro ccFRP-L33C/143C. b — BiusiHue MOHOMEPHOTO U
mumepHoro FRP na Beixon kpacHoit ¢opmer OCP. Ha BcTaBke: KOHICHTPAIIMOHHBIE 3aBHCHMOCTH
HOPMHUPOBAHBI i JeMoHcTpamuu cootHomeHnid FRP/OCP, HeoOXOoaMMBIX ISl TIOMYHACHIIICHUS
s¢¢exra. B — 3aBUCHMOCTH KOHCTaHTBI CKOpOCTH pernakcauuu kpacHod ¢opmel OCPR ot
KOHIIEHTpalnoHHoro cooTHotmenus FRP/OCP.

HccnepoBanue B3aMMOEHCTBUS CTAOMILHOTO MOHOMEPHOTO U AuMepHoro FRP ¢
OCP ¢ nomoIIbI0 3KCKIO3UOHHON XpoMmarorpadguu nokaszasno, uto FRP cBs3biBaercs ¢
OCP umenno B gumepnoit opme. C ncronb3oBanueM mpemnaparoB ccFRP-L33C/143C,
ANTE(O) u riaytapoBoro aiabieruaa ObUld MOJTy4eHbl KOMIUIEKCHI CO CTEXUOMETpUEH 2
FRP k 2 OCP, uto noareep:kaaer Hanuuue B coctaBe nuMmepa FRP cpasy naByx caiiToB
s B3aumogeicteuss ¢ C-momenom  OCP. CeszpiBanue ¢ FRP-L49E  6Gwuto
Hed(PhEeKTUBHBIM MJI1 BCEX HUCMOJb30BaHHBIX BapuaHToB OCP. OpHako uccienoBaHus
B3aumoeicTeus ¢ (doroaktuBupyembiM OCP mokazanu, 4To Kak JUMEPHBIM, Tak U
MOHOMepHbIN BapuaHThl FRP crocoOHbI yBeIM4MBaTh CKOPOCTh pejlaKcallii KpacHOMN
dopmer OCPR (cMm. puc. 43). D10, BO-NEPBBIX, MOATBEPKIAET PAOOTOCIOCOOHOCTH
numepHoir gopmbl FRP u moxkaseiBaer, yto monomepusanus FRP He sBmsercs

00s3aTENBHOM U1 YBEIUYEHUs CKOPOCTH penakcanuu kpacHoit gopmer OCPR, u, Bo-
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BTOPBIX, MOKa3bIBaeT, 4To auMepHbii uHTepderic FRP (cm. puc. 39) ne sBusercs
€IMHCTBEHHBIM y4acTKoM B3aumojehctBuss ¢ OCP. OTu naHHbIE COBMECTHO C
pe3yibTaTaMu HCCIEAOBaHUS IMPOCTPAHCTBEHHOW CTpyKTypbl Komiuiekca ANTE(O)-
ccFRP-L33C/143C ¢ noMoIip0 MajgoyriioBOro peHTIeHOBCKOTO paccesHus (SAXS, cm
puc. 44) TmNO3BOJAMIM HaM yCTaHOBUThH, Kakue oOmactu gumepa FRP  wmoryr

KOHTaKTHUPOBaTh ¢ B-ckiangyaTeiM yyacTkoMm B C-momene OCP.

0.08

m— ANTEC 5.5 uM — | 0.8 1
—_ +0xFRPcc dimer: A g— 1490 B
5 +0.2 uM =
@ ! z
; 0.06 ~ +0.5 uM < 80 1 064
T +0.9 uM : i
§ +1.8 1M l 2 604 2 Komnnekc 1:2
< 0.04 4 +2.7 uM S oxFRPcc e D, oy=13 HM
2 +3.8 M = Ky=0.22+0.06 uM, n=0.90 | < 0.4
2 +5.3 UM € 40 2
I o
i +10.2uM © FRPwt
. oxFRPcc e
e - +15.0 uM £ 50 K,=0.19+ 0.05 uM, n = 0.84 024 2 NER
o [0} d =
= +22.2 UM © Dppox=13 HM
;(:: — +43.4 UM Z E
0.00 g 014 . i . , -
12 13 14 15 16 17 0 10 20 30 40 50 ¢ 4 8 12
O6bem antouuu (mn) KoHueHTpauusa gumepa FRP (MKM) r (Hm)
f\’ iiB 10
r ~ €33-C43 cumeka £ 0| pwimnmstemsatis -~
) ] -10
7 _x
¢
) ®
. ] ) 22 =0.99
= X CorMap = 0.102
8
|
OCP NTD e ﬂ
0.0 0.1 0.2 0.3 0.4 0.5
s(A)

Puc. 44. Uccnenosanue B3aumojeiictsuss OCP ANTE c¢ numepnsiM FRP. A - xpomaTtorpaduueckue
npodum o ANTE(O), numeproro oxFRPcc 1 ux KOMIIIIEKCOB MPHU Pa3IMYHBIX KOHIIEHTPAITUIX
FRP. B - kpuBbIe CBsI3bIBaHUS, TIOCTPOCHHBIE 10 N3MEHEHUAM HHTeHcuBHOCTeHN mukoB ANTE(O) u FRP
Ha XpoMarorpammax. YKa3aHbl COOTBETCTBYIOIINE KaXKyIMECs KOHCTAHTHI IUCCOLMALMYA KOMILJIEKCa
ko. B — ¢yHkumu mapHoro pacmpenenenust paccrosiHuii 1imsi ANTE(O), mumepa oxFRPcc m ux
KOMIUIEKCOB, IOJIyYEHHBIE B pE€3yJbTaTe€ aHaJIM3a MHTECHCHUBHOCTH MAaJIOYIVIOBOTO PEHTI€HOBCKOIO
paccesiHus ¢ nomoiibio GNOM. I' — Bo3morkHast koHpopmarus kommiekca OCP ¢ aumepusiv oxFRPce
MOJly4eHHAasi Ha OCHOBE JaHHBIX MaJOyIJOBOIO PEHTTEHOBCKOro paccesHus. [lokasa HOHanoxeHHE
aTOMapHOM MOJIENH MOJydeHHOH ¢ momoripio mporpammbel CORAL u ab initio moaenu, paccuntanHOM
¢ nomonipto GASBOR. JI — anmpokcuMaIusi JaHHBIX MaJIOYTJIOBOTO PEHTI'CHOBCKOTO PACCESHHS C
noMoIIbio atomapHoit Mogenu komrmiekca OCP ¢ numepabiM 0xXxFRPcc. PucyHok u3 crateu [230].

Anamu3s cTpykTypsl pasnuanbix FRP u komriekca ANTE(O)-ccFRP-L33C/143C
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HU3KOTO pa3pelieHusi, MoJyuyeHHOTo ¢ MoMoibio SAXS, 1 TaHHBIX O B3aUMOJICUCTBUU
TOYEUYHBIX MYTAHTOB, MOKa3aJl, 4TO 00JACThb B3aUMOJACUCTBHUSI OEJIKOB, OOpa3yIOIIMX
OOITUPHYIO 30Hy KOHTaKTa MKy [-ckimamgaTeiM yuacTkoM C-momena OCP u rpymmoit
a crnupaneit FRP, Moxer ObITh orpaHuueHa oOJACTHIO PACIOJIONKEHHUS OCTATKOB
denmnanannna-299 B coctae OCP u nB8yx ocratkoB FRP: penunanannna-76 u nu3una-
102. /Ins mpoBEpKM 3TOM TMIOTE3bl M BATUAALUMN MOJEIA KOMIUIEKCA, ITOJyYEHHOU C
nomoibio SAXS, 6pun ckoHcTpyupoBanbl MyTanThl FRP—K102C, FRP-F76C u OCP-
F299C. O6a mytanTta FRP okazammce cnocoOHbMu B3aumMoerictBoBath ¢ OCP-F299C,
YBEJIMYMBAsi CKOPOCTh pelaKCcallMi KpacHOW (OpPMBbI, a B OKHCIMTEIbHBIX YCIOBUIX
FRP-K102C ne Tonbko o6pazoBsiBai komiuieke ¢ OCP-F299C, Ho u koBalieHTHYTO CBSI3b
MEXIy JONOJNHUTENbHBIME IMCTEMHAMH, 4YTO IOATBEpXkJaeT Onuskoe (~ 5 A)

PacIoIOKEeHUE OCTaTKOB  (heHmnanannHa-299 u nusuna-102 B kommiekce OCP-FRP.

HauvanbHasa craguAa B3aumopae WcTBua

CeA3blBaHKe
2iA monekynbl OCP

+ FRpAvMep
P OTOaKTMBMPOBAHHDIN
ocpr e /-’

CnoHTaHHaA
penaxcauma

+ OCP
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cocTosHue

Crepuyeckue l
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l — FRPMoHomep
— FRPpMoHomep Crepuyeckue

1 . 1 «:j / CTONKHOBEHWA

@

MoHomepwu3zayua FRP

Puc. 45. O6pazoBanue u auccorusanus kommiekcoB OCP ¢ FRP. B 3aBucumocTé OT KOHIIEHTpanu
6enxoB B3aumojeiictBue gumepHoro FRP ¢ ¢oroaktuBupoBanHeiM OCP MoXeT NpUBOIUTH K
HOSIBIICHUIO KOMIUIEKCOB C PA3JIMYHOIN CTEXHOMETpUEH.

Taxum 00pa3oM, Mbl YCTaHOBWIIUA CTPYKTYPY OJTHOTO M3 BO3MOXHBIX KOMILIEKCOB
FRP ¢ OCP, koTOpslii, BEepOATHO, 00pa3yeTcs Ha paHHUX 3Tarax B3auMOACHCTBUS ITUX

6enkoB. O4eBuHO, 4TO Mpu 0OmnK craauii pororukia OCP (cm. puc. 37) cymecTByOT
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¥ Jpyrue KOMILIEKCHI, KaK HAaIlPUMEpP ¢ aKTUBHOW KpacHoil ¢opmoit OCPR. Onnako,
XOTHM OTMETHUTH, 4TO y Komiuiekca FRP ¢ untepmennarom PX, BeposaTHO, MOKET OBITH
¢uznonornuecoe 3HaueHue. [lodydeHHble HaMH SKCIEPUMEHTAIbHBIE JaHHBIC
MO3BOJIMJIA TTOCTPOUTh MATEMATHYECKYIO MOJIENIb, OINHUCHIBAIONIYI0 B3aWMOJCHCTBUS
OCP, FRP u ¢ukobmmucom in Vvitro m in vivo. Mojenb MO3BOJMIA HaM OIICHHUTH
BHyTpuKiIeTOouHble KOHUeHTpamuu OCP um FRP u moka3are, 4TO mpu HOpPMalbHBIX
YCIIOBHSIX KYyJIbTUBUpOBaHMs B KieTkax Synechocystis PCC 6803 komuuectBo OCP
IPUMEPHO B 2 paza MEHbIIIe, 4eM KoaudecTBo ¢pukodbmmucom, a FRP npumepno B 10 pas
Menble, yeM OCP. OTu pe3ynapTaThl XOPOILIO COTJIACYIOTCS C JAHHBIMU 00 AKCIIPECCUU

COOTBETCTBYIOIIUX reHoB [231].

WNHTEepecHpIM  CIEACTBHEM  IMPOBEACHHOTO  aHAM3a  SBISIETCS  TaKKe
MPEANOoJOKEHNEe 00 OTCYTCTBUM MpsAMOTo B3aumozeiicTBus mexay FRP u kommiekca
OCPR-pukobumicoma. JJaHHOE MPEATION0KEHIE OCHOBAHO, BO-MIEPBHIX, HA TOM, 4TO iN
vitro xommiekc OCPR-pukoOHIMCOMa CHOHTAHHO PAclagaeTcs M OCBOOOIMBIIMMCS
OCPR moxer nnakTuBHpoBaThcss FRP; BO-BTOPBIX, IpH ()OTOAKTHUBAIUK KOHIIECHTPALIUS
aktuBHOU (popmbl OCP MoxeT 3¢ (heKTUBHO CHIKATHCS 3a cueT B3aumoienctus FRP ¢
unrepmeraroM doromnukaa OCP PX. Ha 1aHHbIN MOMEHT, K COKAJIEHUIO, HET HE TOJIBKO
cTpyKTyphl kKommiekca OCPR-(uko6umcomMa, HO U CTPYKTYpPBI CaMol (PMKOOUIMCOMBI
Synechocystis, 4to ocTaBisieT OTKPBITBIM BONPOC O JOCTYIMHOCTH CAWTOB IS

B3aumoaencTeus ¢ FRP.

Ucnons3ys ¢parment C-gomena OCP, obGnagarommii OTKPBITEIM YYaCTKOM JIJIs
cBs3biBanus FRP, Mbl mokaszanu, uto oOpa3zoBanue yroo6oro komiekca OCP-FRP, (cum.
puc. 45) sBasiercs oopaTuMbIM aaxe B oTcyTcTBUM NTE criocoOHON KOHKYpHPOBAaTh 3a
y4gacToKk cBsi3piBaHus FRP. Jlns »sToro Msel wcmosb3oBamu  crnocoOHOCTs FRP
cTabMIM3upoBaTh KpacHo-nmyprnypHyto ¢pakiuio OCP ANTE(P) u BoccTtaHaBiuBaTh
OpaH)eBYyI0 (OpMYy C BBIpRXKCHHONW BUOPOHHON CTPYKTYpPOH CIEKTpa MOTJIOMECHUS (CM.
puc. 41). MbI npeArnoaoKuIn, 9To eclid cBsA3biBaHue FRP sBisercs oOpaTUMbIM, TO
nobaBiieHHe B cpefy Oerka, colepiKaliero JOCTYMHbIC CalThl sl cBs3biBaHus FRP,

MPUBEIET K CHIDKCHHIO JI0JIU 00pa3iia B opaHxkeBoi popme. JlecTBUTENBHO, Taxke MPU
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nBykpaTHoM H30bITKe FRP no6asnenue ano-dopmer C-nomena OCP npuBOguT K TOMY,
yT0 yacTh FRP Beixoaut u3 komruiekca ¢ OCP ANTE(P), numas ero crabuim3upyromiero
daxropa (puc. 46). Takum 00pa3oM, IMPU OMUCAHUH OCIIOK-OCIIKOBBIX B3aWMOICHCTBHIA
PETYISITOPHBIX ~ OCNKOB ~ HEOOXOMUMO  yUWTHIBATh  JUHAMHYECKYIO  TPHPOIY

06pa?>YIOH_IHXCSI KOMIIJICKCOB.
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Puc. 46. O6parumoe ces3siBanrie FRP ¢ ANTE(P)-OCP u ano-dopmoii C-gomena OCP (Apo-COCP).
A — B3aumogeiicteue FRP ¢ mypmypHo-kpacHoit ¢opmoii ANTE(P) npuBoIuT K BOCCTaHOBJIEHHUIO
KOMIIAKTHOTO OpaHkeBoro coctosHuss OCP ¢ BblpakeHHOW BUOPOHHOW CTPYKType B CIIEKTpe
nornonienus. Jlanuenii a3gpdekr odpatum npu godasieHnn K pactBopy amno-popmsl C-gomena OCP (B),
KOTOPOE NMPUBOJUT K MOCTEIICHHOMY UCUE3HOBEHUIO BUOPOHHOM CTPYKTYPHI.

[Tpupoanoe muHorood6pazue ¢popm OCP (t.H. OCP1, OCP2, OCPX) u FRP
oOecrieynBaeT IMAHOOAKTEPHUSIM HEOOXOJIMMBIE CKOPOCTH U YPOBHU  3aIlUTHI
(OTOCMHTETUUYECKOTO ammapara i aJanTalid K pPa3JIduHbIM YCJIOBUSM CPEJb.
HecMoTtpst Ha pasHOOOpa3ue 3TuX O0ETKOB M 3HAYUTENIbHYI0 BApUATUBHOCTH MEPBUYHOMN
CTPYKTYpBI, WX OOBEAUHSET OO NPUHIUN (YHKIIMOHUPOBAHUS U MEXaHU3M
AJIEMEHTAPHBIX CTAUMI, UTO, KaKk MbI 1oka3aiu, nmo3Bosisier OCP, FRP u pukobumucomam
U3 pa3HbIX BUA0B 3()(PEeKTHBHO B3aMMOCHCTBOBaTH MEXIy €000 In Vitro. Dto, B

COBOKYITHOCTH C IMOHHMMAHHEM CTPYKTYPHBIX 0coOeHHOCTEN BSaI/IMO)IeI\/'ICTBI/IH JaHHBIX
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PETYIATOPHBIX 66J'IKOB, OTKPBIBACT HOBBIC BO3MOKHOCTH JIA CO3JaHUA HOBLIX ITAMMOB

HI/IaHO6aI(TepI/If/'I JJI1 UCTIOJIb30BAHUS B IMTPOMBIINIJICHHBIX YCTAaHOBKAX.

BriBosbl k pazaeny 3.3. bejsiok-0e1koBbIe B3aMO/1€iicTBHSI B OCHOBE PeryJsiuu

(poTO3aIMUTHBIX peakuil HMaHOOAKTepHii

1. FRP npumepHO Ha JBa Mops/iKa yBEIWYMBAET CKOPOCTh PENAKCALIMU aKTUBHOMU
kpacHoi popmbl OCP 3a cuet orpannueHust KOH(PpOPMAITMOHHON TTOABHXKHOCTH C-
1 N-koHUeBbIX 10MeHOB OCP M CHM)KEHHS 4YucClia MONBITOK, HEOOXOIUMBIX IS
BOCCTAHOBJIEHHSI BOJAOPOJHOW CBSI3M MEXKIY KETO-KApOTHHOMJIOM M OJIHUM U3

KItoueBbIX octaTkoB Tyr-201 u Trp-288.

2. Ynanenue kopoTkoi N-koHneBo# a-crupanu OCP (kak 3a cuer MyTaiuii, Tak u
npy (OTOAKTUBAIMU) OTKpbIBAET 00JacTh P-ckiamyaToro ydactka B C-momeHe

OCP, sBISIOLIYIOCS OCHOBHBIM cailToM B3auMmozencteus Mexay OCP u numepom

FRP.

3. Humepnas crpykrypa FRP oGecneunBaeT mociaenoBaTreibHOE CBSI3bIBAHUE JIBYX
MoHoMepHbIX OCP, uro unayuupyer MoHoMepuzanuio FRP npu o6pa3zoBanum

komiuiekcoB 1 k 1 u mocnenyromiee ocBoooxaenne OCP ot FRP.

4. Cnocobnocts FRP k addpextuBHOMY B3aumoenicteuto ¢ uarepmenuaramu OCP,
MPEANIECTBYIOMMMUA 00pa30BaHUIO AKTUBHBIX (OPM, MO3BOJISIET UHTUOUPOBATH

HeoToXuMHUUECKOe TylIeHUE (PUKOOMIMCOM Ja)ke MPU HU3KUX KOHIICHTPALUSIX

FRP.
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3.4 Besok-onocpe0BaAHHBII TPAHCIIOPT KAPOTHHOU/IOB

®ynkiuonupoBanne OCP kak (pOTOAaKTHUBHON KOHCTPYKIUH, YyBCTBUTEIBHON K
MHTCHCUBHOCTH cBeTa U d(ddexTopa HEHOTOXMMHUECKOTO TYyIIEHUS (PIyopecleHInn
($UKOOMINCOM HEBO3MOXKHO 0€3 KEeTO-KapOTHHOHMJAa B COCTaBE€ IHTMEHT-OEIKOBOTO
komiuiekca. OCP siBrisieTcst BOAOPaCTBOPUMBIM OEIKOM, KAPOTUHOUIBI, HATIPOTHB, B BOJIE
HE PpACTBOPSIOTCS, MOATOMY OOBIYHO JIOKAJTM30BaHbBl B KIETOYHBIX MeMOpaHax.
OueBuaHO, uTO At cOopku xojo-Gopmbl OCP HeoOxomumo, 4ToObl TUIAPOPOOHBIIM
KapOTUHOHMJ TIEPEeMECTUJICSI B COOTBETCTBYIOLIYIO 00JacTb OENIKOBOW MAaTpPHUIIBI
BojiopacTBopuMoi ano-popmel OCP. MexaHu3M JaHHOM peakuuu JOJroe BpeMs

OCTaBaJICA 3arajikoil U He 00CYXKIaJCcsi B HAYUHOU JIUTepaType.

[Iporpecc B monumanuu cBoiictB OCP cran Bo3moxeH Onarogapss NmepeHocy
TCHOB, Koupytomux 0enkoByro yacte OCP u cunTe3 keto-kapotuHOouI0B B E.COli. D10
IIO3BOJIMJIO HAIIEH TpyIIIe 3a OTHOCUTEIBHO KOPOTKHMM CPOK IIOIYYHUTH H
OXapaKTepu30BaTh 00JbIIOE KOJndecTBO MyTaHTOB OCP ¢ ToueuHbIMM 3aMEHaMH, a
TaKk)xe OEJIKU CO 3HAYUTEJbHBIMU U3MEHEHUSIMU B IIEPBUYHOM CTPYKType. B pesynbrate
Mbl YCTAaHOBWJIM MOCIEIOBATEIbHOCTh M3MEHEHUH CTPYKTYpbl MUIMEHT-0EIKOBOTO
koMmiuiekca npu QoroaktuBauuu OCP. OnHON M3 BaXXHBIX MPOMEXKYTOUYHBIX CTaJUN
¢dotouukna OCP sBasieTcss BHyTpUMOJEKYISIPHBINA IEPEHOC KAPOTUHOUIA, B PE3YJIbTATE
KOTOPOT0 KApOTHHOMU]] cMelaeTcs npuMepHo Ha 12 A u okaswiBaeTcs B N-nomene 6ernka.
[TocKoJIbKY 4acTH4HBIN pOoTeoau3 MoJieKysibl OCP npuBoaui Kk TOMy, YTO KAPOTUHOU
OKa3bIBAJICSl MCKIIOUMTENbHO B N-KOHIIEBOM jomeHe [88], KOTOpbI coxpaHsit
(GYHKIMOHAJIBHYIO aKTUBHOCTb, 0CO00€ BHHMaHUE NMPHUJABAJIOCh HM3YYEHHIO MMEHHON
sToi yacTh OenkoBoi Mojekyibl — RCP [105]. O pomu C-momena OCP (COCP)
NPAKTUYECKU HUYEro He ObLJIO M3BECTHO JO TEX IOp, MOKA Mbl HE CUHTE3UPOBAJIN ITOT

¢dparment OCP B kapoTrHOMIHBIX mTammax E.coli.

bouto moxazano, uto COCP (B orcyrctBuu N-JO0MEHa) CIOCOOEH CBSI3bIBATh
pa3nyHble KApOTUHOM]IBI — DXWHEHOH, KAHTAKCAHTUH U 3€aKCaHTHH. Bo Bcex cimydasx
cnekTpbl nornomeHuss COCP 3HauUTENbHO OTIMYAINCH OT CHEKTPOB KAPOTHHOUIOB B

JUTUAHOW MeMOpaHe WM OpPraHWYEeCKUX pacTBOpUTENsX. bojee TOro, CHEKTpbI
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noryonieHus COCP  omnmmuanuch oT KpacHou (opmbel OCP, a Takke MyTaHTa
OCP-Y201A/W288A ¢ aHalOTMYHBIM KE€TO-KapOTUHOUJIOM, 3HAYUTEIbHbIM (Oosee 30
HM) CIBHUTOM MaKCHMyMa IIOTJIOIICHHUS B KPacHYIO O0JacTh CIIEKTPa, YTO OOBSICHSICT

nyprnypHo-(uonerossii Bet pactsopa COCP.

Kak HW3BECTHO, CIEKTPAIBHBIE XapPAKTEPUCTHUKU KETO-KapPOTHHOWJA 3aBUCAT OT
JUIMHHBI COTPSDKEHUS T-CUCTEMBbI, B KOTOPYIO BXOJST DJIEKTPOHBI HE TOJBKO W3
MIOJIMCHOBOM IIETTH, HO U U3 3-MOHOHOBBIX KOJICI, COJepKaIMX KeTo-rpynmy [214, 215,
232]. MbI npeanoioxuin, 4To IIaHapHas CTpykTypa kantakcantuHa B COCP moxer
MOJJIEP)KUBATHCA 32 CUET 00pa30BaHUs JBYX IMap BOJOPOJHBIX CBA3EH C KaXJIOW KETO-
TPYIION KapOoTHHOUAA. DTO BO3MOXHO B CiIyyae OOpa3oBaHUs AUMEPA, B KOTOPOM
KapOTUHOUWJI PACIOJIO)KEH Mexay JByMs oauHakoBeiMu C-gomeHamu  OCP,
oOpazyrouMu Mexay coboi ruipodoOHyI0 MoJaoCcTh. JlaHHOE MpeanojoxeHue ObUIo
TOJTBEPKIEHO C TIOMOIIBIO OKCKIIO3MOHHON Xpomarorpadum (cMm. puc. 47),
nokasasiieil, uro xoso-popma COCP sBisieTcsi cTaOWIbHBIM TUMEPOM, B TO BpeMsl Kak
ano-(opma CTpeMUTCS K TUMEPHOMY COCTOSIHUIO TOJBKO MPHU BBICOKUX KOHUEHTPALHUIX
Oenka. DTO O3HAuYaeT, yTo OEJOK-XPOMO(OpHBIE B3aUMOJCHCTBHUS CTAOMIU3UPYIOT
numepHbie popmbel COCP. Coznas, myrant COCP-W288A (Hymepaliiusi B COOTBETCTBUU
¢ nosHopasMmepHbiM OCP), MBI Moka3ajiu, 4TO BOJOPOIHBIE CBSI3U JIEUCTBUTEIHLHO
Y4acTBYIOT B 00pa3oBaHUU OENOK-XpOMO(OPHBIX KOHTAKTOB M OMNPEACISIIOT
CHEKTpalbHbIE CBOMCTBA KAPOTHHOUA U CTAOMIBHOCTh AuMepa. CHEKTp MOTJIOIIECHUE
myTaHta COCP-W288A, CBS3BIBAIOLIEIO KAHTAKCAHTUH C JBYMS KETO-TPYIIIaMH,
MpakTU4YecKu He oriauyancs oT crnekrpa nomomeHuss COCP ¢ 3XWHEHOHOM,

00Ja1ar0ITM TOJIBKO OJTHOW KETO-TPYIIIOMN.

Hanuune BOIOpOAHBIX CBSA3EH MEXKIY KETO-KapOTUHOUAOM W OCIIKOM SIBJISETCS
OoCHOBOM (oToakTuBHOCTH TMoiaHOpazMepHoro OCP, onmnako mnpenapatei COCP He
U3MEHSIOT CBOUX CIIEKTPAJIBHBIX XapaKTEPUCTUK MpPH OOIyYECHUH CBETOM. AHAIN3
W3MEHEHUI TOTJIONICHUS B OTBET Ha (DEMTOCEKYHIHBIE MMITYJbChl CBETa HE BBISIBUII
COCTOSIHUH ¢ niepeHocoM 3apsiioB B nipenapate COCP, B ciektpaibHOM auamna3zone 600-

800 HM HaOMIOMAETCs JIMIND MOTJIONIEHUE TIepexoaa S1-Sy, penakcupyroiiee 3a 3.2 1c
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(cM. puc. 28). BeposiTHO, CHMMETpUs pacIpe/IeIICHUS 3apsI0B B UICHTUYHBIX OCITKOBBIX
cyoreqununax COCP He mo3BoisieT OOeCneyuTh NepepacrpenesieHus 3JIEeKTPOHHOU
IJIOTHOCTH B MOJIEKYJIE CHMMETPUYHOTO KETO-KapOTUHOM 1A, HEOOXO0IMMOE JJIsl pa3pbiBa
BOJOPOJIHBIX CBs3€l (CM. OOCYyXXJI€HHME MEXaHHW3Ma pa3pbiBa BOJOPOJHBIX CBSI3EH B

pazaene 3.2).

coce Apo-COCP 40, COCP
200{ — 111 3BkDa 200 — 11  36kDa 18 kDa g 9
112 1/2 ' %
1135 145 © ]
1501 — 7 1501 — 111 =] Apo-COCP
S5 — 115 J S —— 144 = 32
E / E — 1110 g
Ew L E 1004 - 18 2 25
g kDa & kDa g
O 504 a % 24
T e T ———— e
115 120 125 130 135 140 145 15 120 125 130 135 140 145 O 20 40 60 B0 100 120 300
Retention time / min Retention time / min Protein concentration in loading sample / pM

Puc. 47. Onpenenenue onuromepHoro craryca xoio-COCP u apo-COCP MeTonoM 3KCKIFO3MOHHOM
xpomatorpapuu. [popunu smonuu COCP (A) u ano-COCP (B), peructpupyemble 10 MOTJIOMEHUIO
KapoTHHOW/a H OedKa, COOTBETCTBEHHO, NPU pa3HBIX pPa3BEIEHUSAX OCJIKOBBIX IPENaparoB.
®ororpaduu MOKa3bIBAIOT NPOOMPKH C pacTBopamu OenkoB. C — 3aBUCUMOCTH KaXYIIUXCS
monekyisipHbix Macc 6enkoB COCP u ano-COCP, paccuuTaHHBIX MO MOJOKEHUIO MHUKA IIOLUU, OT
KOHIIEHTpanuu Oenka. PucyHok us crateu [221].

Hecmotpst Ha orcyrcTBUe (doToakTUBHOCTH, Tpenaparsi COCP mpenctaBisitor
WHTEPEC C TOYKH 3PEHUS HOBBIX BO3MOXKHOCTEH I MCCICAOBAHMS OEIOK-OCITKOBBIX
B3aumozeiicteuil. C momoipio npenapata COCP Hamu ObUT yCTaHOBIIEH OCHOBHOM CalT
B3anmozeiicteust OCP ¢ FRP (cm. paznen 3.1). [Toxanyit, camoii HHTepecHO! oka3ajach
criocoObHocTh X0J10-hopmel COCP B3aumoeiictBoBath ¢ ano-popmoit RCP (N-nomen
OCP). Msbl oOHapyxuiau, 4to mnpu cmemeHud pactBopoB ¢uoneroro COCP u
oecrseTHoM ano-hopmel N-gomena OCP criekTp morioneHrs KaHTaKCAaHTUHA MEHSIETCS,
npuoOpeTas MpU3HAKK XapakTepHbie st opankeBoit Gopmer OCP (cm. puc. 48). Mol
MOKa3aJld, 4YTO TaKasi OpaHkeBas rerepoaumepHas hopma crnocobHa Kk GOTOAKTHUBAIIUHU C
oOpazoBanuem Ha cBery xosio-popmbl RCP u amo-domer COCP, korTopsle mpu
BBIKITIOUEHUN CBETAa PEKOMOMHHUPYIOT ¢ 00pa30BaHUEM OPAH>KEBOT'O COCTOSIHHS. TaKum
o0pa3oM, BO3HUKHOBCHHE COCTOSHHUS, COOTBETCTBYIOIIETO OPaHXEBOW (POTOAKTUBHOM
dopme OCP®, He TpeOyeT cOeAMHEHMs IOMEHOB JIMHKEPOM, a Ipu (POTOAKTHBALUU

JIOMEHBI MOT'YT YJQISAThCS IPYT OT Apyra Ha 3HAUMTEIBHOE PacCTOSIHHUE (CM. puc. 49).
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Puc. 48. A - B3aumoneticteus mexxy COCP u ano-dopmoit N-momena OCP npuBoasT k 00pa3oBaHUIO
HOBOT'O COCTOSIHUS, XapaKTepU3yIoLIerocs cxoxum ¢ opanxxeBbiM OCP cnexktpom noruomenus (1). b u
B — ocsemenue pactBopa COCP u ano-¢opmoii N-mromena OCP cuHuM cBETOM IPUBOJIUT K 0OpaTUMBIM
M3MEHEHUSIM ONTHYECKOM IIIOTHOCTH, XapaKTePHBIM /I HAKOIUIEHUs aKTUBHOM kpacHoi Gpopmbr OCPR
(2). OmnHako, mMocCie BBIKITIOYCHUS aKTMHUYHOIO CBETa HAOJIIOJaeTCsl JIMIIL YaCTUYHAS peaKcarus
kpacHo# Gopmsi (3). PucyHok u3 crateu [221].

OTtkpeIThie HaMu (proJieTOBbIE PopMbI AuMepoB C-IOMEHA U peakius MepeHoca
KapOTUHOUJIAa MEXay OelKamMu BbI3BAJIO PE30HAHC B COOOIIECTBE HCCIeaoBaTenen
(GOTO3AIMTHBIX PEAKIMi MMaHOOAKTePUN M KaApOTUHOWIHBIX OelKOB. [10CKOIBKY MBI
3HAJIM, YTO y MHOTHUX IIMAHOOAKTEPUN B TEHOME CYIIECTBYIOT OTEIbHBIE TEHBI,
konupytomue romosiort N- u C-momeHoB OCP, TO mnpeamosiokKuiav, 4TO peaxkuus
nepeHoca KapoTHHOMIA MOXKET UCIOJIb30BAThCS HEKOTOPHIMU BHUJIaMU 1IMAHOOAKTEPUN
JUTsl COOPKM aKTUBHOM (hOPMBI, BBI3BIBAIOIIEH TylIeHHE (IyopecleHInu (PrUKoOnImcom
3a CUeT JIOCTaBKU B Hee KapoTuHouaa Oenkamu, romosiorudyHbiMu C-gomeny OCP.
OnHako 7O ATOTO MX CBOWMCTBA KaKk M POJib B KIETKE HE HCCIENOBAINCH. BriepBbie
MOJTYYUTh X0JI0-(DOPMBI ATUX OEJIKOB Y1aJIOCh AKCIPECCUPOBAB COOTBETCTBYIOIIUE TCHBI
B KapotuHOuAHBIX mrammax E.coli. 'omonoru N-momena momyunau nasBanne HCP
(Helical Carotenoid Protein), a romomnoru C-momena CTDH (C-Terminal Domain

Homolog).
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Puc. 49. Cxema B3zaummogeiictBus Mexay COCP u amo-dopmoit N-gomena OCP: pexkoHCTpyKITUs
(OTOAKTHBHOTO OPaHKEBOT'0 TeTepoIuMepa U3 OTAeIbHbIX JoMeHOB OCP.
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Puc. 50. IlepeHOC KapOTHHOWIOB MEXIy JTUIMHIHON MeMOpaHoW m Oemkamu. B ycnmoBwsix, koraa
mucrenHbl-104 oxucnenst 1 CTDH HaxomuTcss B MOHOMEPHOM COCTOSSHUM BO3MOMKEH 3aXBaT
KapOTHHOU/Ia M3 MeMOpaHbl 3a cueT OOpa30BaHUS BOJOPOJHBIX CBSI3eH MEXIY KETO-TPYNIOH MU
ocTaTKaMHM THpO3MHa u Tpuntopana B Oenke. [Jumepnas c¢opma CTDH, oOpasyromascs npu
CBSI3BIBAHMM KETO-KaPOTHHOWAA, MOXET CTaOMIM3UpOBaThcid 3a CYET AUCYIb(UIHBIX CcBs3eld. B
npucyTcTBum amno-gpopm 6enkoB romojorudHeix N-momeny OCP (HCP) mpoucxomut obpa3oBaHue
MEPEXOJTHOTO «OPAHKEBOT0» COCTOSHUS U MEPEHOC KapOTHUHOWA, MPUBOIALINI K MOSBIEHUIO XOJIO-
¢dopmbl HCP. Xomno-popmbr HCP MoryT ObITh HEOOXOAMMBI [T aKTUBALMK TYIIEHUS (DIIyopecleHInn
¢duxobumucom. Takoit PoTO3aMUTHBIN MEXaHU3M HEe TpeOyeT (OTOAKTUBAILIUH.

Hecmotpst Ha pasznooOpaszue mpupojsbix romosioroB N-gomeHa OCP, kotopsie
tereps paszmensitor Ha 5  kimaccoB (HCP1-5) wux crpykrypa, CHEKTpaibHbBIC
XapaKTEePUCTUKM U (PYHKIUMOHAIbHBbIE CBOWCTBa Mano omimuyaloTes oT RCP.
[Ipaktruuecku Bce nzBectHbie HCP criocoOHBI B3aMMOAEHCTBOBATh ¢ PUKOOMIMCOMaMU,

BbI3bIBast TymieHue e€ (myopectennuu, anamorudyHo RCP wnm apyrum aHamoram
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kpacHoii popmer OCPR — 6e3 npensapurensroii GporoakTusanuu. Ano-popma HCP, kak
u RCP, cnoco6Ha B3aumoerictBoBath ¢ COCP u e€ nmpupoJHBIMU TOMOJIOTaMHU, OJHAKO
B pe3yJbTaTe JTHX B3aWMOJICHCTBHMIA 4damie Bcero obpasyercs xono-popma HCP.
BepositHo, 3T0 00BsACHseTCs OO0NbIIMM CcpojcTBOM K KapotuHouay y HCP. Takum
00pa3oM, OpaHKEBBIN T€TEPOUMED SBISETCS MPOMEKYTOUHOM CTaaueil mpu mnepeaaye
kaporuHonaa u3 C-momena B HCP (cMm. puc. 50).

Cpenu npencraBureneit romosioroB C-nomena OCP st uccnenoBanvs HaMu ObLT
BeIOpan Oenok CTDH u3 Anabaena (AnaCTDH), xoTopblii HHTEpeceH TeM, YTO B €ro
CTpPYKType ecTh nucreun-104, orcyrcrByronmii B apyrux CTDH. Msb1 nokasanu, 4to
AnaCTDH cnioco6eH cBsi3bIBaTh YXMHEHOH MJIM KAHTAKCAHTHH, 00pa3ysi TOMOJIUMEPHI, a
Hanuuyue nucrtendHa B 104 moJIOKEHMM TMO3BOJISET CTAOMIM3UPOBATH JAUMEP 3a CUET
o0pa30oBaHUs KOBAJICHTHOW CBS3M B OKHUCIHUTENBHBIX YCJIOBHSIX. Takum o00paszom,
¢ynkunoHansHoe coctosiHue AnaCTDH MoeT 3aBUCETh OT PEJJOKC COCTOSIHUSA KIIETKH.
B oskcrmepumenTax in Vitr0O Ha JIMIIOCOMax ¢ KETO-KapOTHHOWJAMHU C ITOMOIIBIO
ONTUYECKUX METOJIOB HaMH ObLI0 Tokazano, yTo AnaCTDH cnoco6en skcTparupoBath
KaHTakcaHTUH ¢ 90% > (PEeKTUBHOCTHIO, YTO MPUBOAMUT K OOPa30BAHUIO CTAOMIIBHBIX
romoaumepoB. [lpu B3aumoneiictBuu xono-hpopmsl AnaCTDH ¢ anmo-dopmoit HCP1
npoucxoaut nepeHoc kaporuHouaa B HCPI, omnako 3Ta peakuus obOparuma U Mpu
YBEJIMYEHUH KOHILIeHTpauuu ano-gpopmbl AnaCTDH npoucxoauT nepeHoc KapoTHHOUIa
oopatHo B AnaCTDH. Takum 00pa3oMm TOJIO)KEHHE KapOTHHOWA B TOM WA HHOM
romMoJyiore CTpyKTypHbIX JAomMeHOB OCP MoXeT omnpenensTbesi KOHIEHTpalUen
COOTBETCTBYIOIIUX OCJIKOB U PEIOKC COCTOSTHUEM CPEJIbI, YTO MOTEHIIUATBLHO OTKPHIBACT
BO3MOYKHOCTb JIJISl PETYJISIIIUK (POTO3AMUTHBIX MEXaHU3MOB 0€3 ydacTust POTOaAKTUBHBIX

oenxoB (cM. puc. 50).

HecMmoTpsi Ha BBICOKYIO Kaxylryrocsi crtadbuinbHOCTh aumepoB AnaCTDH c
KapOTUHOMIaMU, KPUCTAJUIM30BATh 3TOT OeJIoK B X0Ji0 ¢hopme He ynaerca. C moMoIbio
PEHTICHOCTPYKTYPHOTO aHaJIKM3a MBI MMOKa3adH, 4TO CTPyKTypa amno-dpopmbr AnaCTDH
(PDB ID 6FEJ) otnuuaetcs ot cTpyKTypbl C-TOMEHA PSAAOM BaKHBIX OCOOCHHOCTEH

[233]. Bo-niepBhix, B ano Gpopme AnaCTDH aumepst MoryT 00pa3oBhIBaThCS HE TOJIBKO
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32 CYET OPUEHTALMHU JIOMEHOB «JIMLOM K JIUIlY» - KOH(pUIrypaluu, B KOTOpOH 1IBa
nucrenHa-104 KOHTaKTHPYIOT APYT C APYroM, HO M 32 CYET KOHTAKTOB [3-CKIaayaThiX
yqacTkoB (cM. puc. 50). Bo3MOXXHOCTh peanu3anuu Takol KOHGUTYpaIllid B pacTBOPE
OblIa MOATBEPKJIEHA HAMHU C MOMOIIBI0O METOJ0B MAaJOYIJIOBOTO PACCESIHUS PEHTreHa
(SAXS). Bo-Bropeix, C-konueas netiss (CTT) AnaCTDH oOnagaer 3HauuTenbHOU
MOABUKHOCTHIO (uTO moaTBepxkaaercs AMP uccinenoBanusiMu, cM. puc 36 1 00CyKJIeHHE
B pazzuene 3.2) U MOXKET MepeMellaTbcsi MEXIy BHEIIHEW MOBEPXHOCThbIO Oelka U
BHYTpPEHHEH MOJIOCTHIO, OJOKUPYS €€ U TeM CaMbIM MelIasi KApOTHHOUTY A00paThCs 110
OCTAaTKOB THUPO3MHA M TpUITO(daHA, KOTOPHIE PACIOJIOKEHBI TOYHO TaKkKe KaKk U B
nosHopaszMepHoM OCP u obecrieunBaioT 0Opa3oBaHUE BOJOPOJHBIX CBSI3EH C KETO-
KapOTUHOHUJIOM. B-TpeThux, paccTosHue Mexay ABYMs ocTaTkamu Tpunrtogdana-110 B
COCEIHUX JOMEHAX HE MpeBhILaeT 25 A, 4To 3HaUMTENLHO MEHbIIE PACCTOSHUS MEXKILY
aTOMaMH KUCJIOPOJia KETO-TPYMI B KAHTAKCAHTUHE. DTO O3HAYAET, YTO KAPOTHUHOU]I HE
MOJKET OBITh MOJHOCTBHIO SKPAHUPOBAH OCJIKOM OT pacTBOPHTEINS, ocTaBasch B all-trans
koHpopManmu.  [locnenHee  yTBep)KIEHUE  MOATBEPXKAAECTCA  pe3yJbTaTaMH

MOJICKYJIIPHOM quHAMuKu [221].

Ponp CTT Obuta AONOJHUTENBHO HCCIENIOBAaHA B KCIEPUMEHTAX MO HEPEHOCY
KapoTuHousioM Mexay xoso-popmori AnaCTDH u HCP1 u HCP4. Ilepenoc
KapoTUHOMIOB ocyuiecTBisiicss ObicTpee B orcyrctBun CTT, oaHako 3TO HEraTUBHO
cka3biBasIoch Ha crocoOHocTh AnaCTDH 3abupath kapoTuHOMIBI M3 MeMOpaH [234].
Cnenyer ormerutb, uro HCP1 He cmocoOeH 3a0uparh KapOTHMHOWJ HU3 MeMOpaHbI
CaMOCTOSITENIbHO, 4TO TmoBbImaer 3HauuMocTh AnaCTDH kak mnepeHocunka

KapoOTHHOMIa MEXK Ty MeMOpaHaMu U Oenkamu (cM. puc. 50).
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Puc. 51. Bzaumopeiicteue AnaCTDH ¢ mMopenbHbIMM MeMOpaHaMu. A — TOpPOTOBbIE 3HAUYEHHUS
nuoseons ¢pocharuamixonuna (DOCP) u  auduranonn
docharnaunxomuua (DPhPC) B mpucyTcTBHM pa3ivuHbIX KOHIEHTpanuii amo-popmbel CTDH.
b — 3aBucuMocTh TemmepaTypsl (azoBoro mepexoja JMUIOCOM M3 TUMHUPUCTOMI (ochaTuanaxoanHa
(DMPC) u munanemutomnn pochatuamnxonuna (DPPC) npu yBenndeHUr KOHICHTPAIMH ario-(hOpPMBI

HanpsDKeHUus: Tpo0Oost MeMOpaH w3

AnaCTDH B pactBope. B — ¢ayopecentnbie MukpodoTorpadun MeMOpaH pa3IMYHOIO COCTaBa B
OTCYTCTBUH U B npucytcTBuM ano-popmsl AnaCTDH B pactsope. I' — Moziens B3auMoOAEeHCTBUS ano-
dopmer AnaCTDH ¢ docharuamnxommuom. [TokazaHbl 3apskeHHbIC AMUHOKUCIIOTHBIC OCTATKH.

Hnst uccnenoBanusi B3aummonericteuss AnaCTDH ¢ memOpanamu Hamu ObLia
MPOBENICHA CepUs JOTMOJHUTEIbHBIX YKCIEPUMEHTOB. MBI mokazanu, 4To amo-(gopma
AnaCTDH cnoco6Ha KOHTaKTUPOBATh ¢ MEMOpaHaMu, CHUXKasi TOPOrOBOE HAIPSKEHUE
npo6ost memOpansl ¢ 460 mo 230 MB, a Takke MTOCTOBEPHO yBEIMYMBAS TEMIIEPATypy
dazosoro nepexona Ha 0.5 °C (cMm. puc. 51) [147]. D10 roBOpUT 0 TOM, 4TO amo-Gopma
AnaCTDH, BeposiTHO, oOpa3yeT KOHTAaKThl C TMOJSPHBIMH TOJOBKAMH COCEIHHUX
MEMOpaHHBIX JIMMUJOB B MOJIEIBHBIX MEMOpaHAaX BCIEICTBHE AIICKTPOCTATUUECKUX
B3aumogencTBuil. BepostHo, uro CTT, coxpepxkammii 3apsKEHHBIE  OCTATKU
MIyTAaMUHOBOM KHUCHOTHI-133 u aprununHa-138, MoxkeT IelCTBOBaTh Kak SKOpb A

o0pa3oBaHUsI BPEMEHHBIX KOHTAaKTOB C MeMOpaHOW U YBEIUYEHHUS BEpPOSTHOCTH
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9KCTPAKITUH KapOTHHOUIOB (CM. puc 51).

Mem6paHa
?@4\\4@ 1T AnaCTDH (CAN)
OO0
CAN — IOW
$ 3axBsar
O%M «3asnKopuBaHue» 100 %
KapoTuHoupa
ECN ﬂ
70 % A8

AnaCTDH (ECN)

N\ /7
Or ﬁ ! 1
— |

VAN
A0 30 %
OARe A0 CnoHTaHHanA
OAV”AQO MOHOMepu3auua
Cart=e”
o0 Jocraska ze{ge;,?:;,m
E)W%M): KapoTMHOMAa @ Tuposun

Puc. 52. Benok-onocpenoBanHelid nepeHoc kapotuHouoB. Ano-popma AnaCTDH ¢ memOpanamu.
KapotuHouas! ¢ nBymsi KeTo-rpynnamu o0pas3yroT crabunbHble komiiekcel ¢ AnaCTDH B Buze
nuMepoB. KoMIuiekehl ¢ MOHO-KETOJIMPOBAHHBIMUA KapOTHMHOMJIAMH, HAIIPOTHB, HE CTAOWJIBbHBI M3-32
MEHBILET0 KOJINYECTBA BOJOPOAHBIX CB3EH MEX Ty O€IKOM M KapOTHHOMI0M. MeHbI1as CTa0MIIbHOCTh
aumepa AnaCTDH (ECN) oOecreunBaeT CIOHTAHHYR) MOHOMEPH3AILMIO, KOTOpas MPHBOAUT K
nepeHocy KapoTUHOHAa B Oosiee TuapohoOHOE OKpYKEHHE — MeMOpaHy HIIA JPYToil OeToK.

Kax mpbI moka3zanu, HaripaBiieHUE MepeHoca KApOTUHOHIOB MEXK Ty OeTKaMHi MOXKET
MEHATBHCSI B 3aBUCUMOCTH OT WX KOHIEHTparmuid u adh@UHHOCTH K pPa3IuIHBIM
KApOTUHOMJIaM, 3aBUCSIIEH OT CTPYKTYypbl O€JIKOBOW MaTpullbl. II0CKONIBKY CKOPOCTh
oOpa3zoBaHus X0JIO-(OpMBI O€lIKa OYEBUIHBIM O00pa30M 3aBHCUT OT IPOU3BEACHUS
KOHIICHTpAIU peareHTOB, TO MPH BBICOKOM COJICpKaHUH KapOTHHOUIOB B MEMOpaHax 1
BBICOKOM KOHIIEHTpAIMK Oelka B ITUTOILIa3ME paBHOBECHE OYET CMEIICHO B CTOPOHY
obpaszoBanust xoio-popmer Oenkat (cMm. puc. 52). OgHako, BO3MOKHA KW OOpaTHas
peaknus, UMEHHO MOATOMY NpH HapaOOTKe OCIIKOBBIX IMpEnapaToB B KapOTHHOWIHBIX

mrammax E.Coli maxke npu u30bITKE KAPOTHHOUIOB BBIICISIOTCS (DPAKIMK aro- U XOJI0-
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¢dopm OenkoB. IlOCKONBKY COBpPEMEHHBIE OHMOXMMHYECKAE METOMbI TO3BOJSIOT
2 PeKTUBHO pa3AeUTh Mpernapar Ha (pakiuu, XoJ0-PopMbl OCIKOB MOTYT OBIThH
MOJTy9YCHBI B YUCTOM BHJIE, YTO B UTOTE IMO3BOJIMIIO HAM HCCIIEA0BATh PEAKIIHH MTEPEHOCa

KapOTHUHOUJIOB U3 OCJIKOB B JMIUIHYIO0 MeMOpaHy (cM. puc. 52).

Ho6asnenne AnaCTDH ¢ SXMHEHOHOM K pacTBOPY JHUIIOCOM TMPUBOAMIO K
NOCTEIIEHHOMY YMEHBUIECHHIO MOIJIOMEHUs Ha 530 HM ¥ OJHOBPEMEHHOMY YBEIMUEHUIO
norjoueHus Ha 460 HM. DTOT MpoLecC CONPOBOKAAICSI U3MEHEHUEM LIBETA PACTBOPA OT
(GuoIeTOBOrO0 10 KEATOro, YTO YKa3blBa€T HA JOCTAaBKY KapoTHHOUZA U3 Oenka B
JUMOCOMBI. DTO TOJTBEP)KIAETCS TAKXKE MOBBIIICHUEM KOHLEHTPALUU amno-(hopMbl
AnaCTDH u n3zmenenusimu (Gpopmbl CIEKTPOB KOMOMHAIIMOHHOT'O PACCESTHUS DXUHEHOHA
(cm. puc. 53). Ilocme THUTpOBaHWS JIMIIOCOMAaMH MBI JIOCTUTIH HACBIIICHHUS,
cootBeTcTBYIOMIEro ~ 70% 3hdPekTuBHOCTH NOCTaBKU KapoTUHOUIOB. IlokazaB, 4To
oenku AnaCTDH cmocoOHBI OCTaBIATH AXMHEHOH B MOJEIbHBIE MEMOpaHbl MBI
PELININ UCIIPOOOBATh ATY CUCTEMY Ha KyJIbTypax cTBOJIOBBIX KileTok HEK293 u nunusix
HelLa, Tet21N (mefipobiacToma) u KapimHOMBI SHYHUKOB. C MMOMOIIBIO0 KOH(POKATHHOU
MHUKPOCKOIIUH B PEKUME PErucTpali CIEKTPOB KOMOWHAIMOHHOIO PACCESHUS MBI
oOHapyxuiu 4yto jgobasienne AnaCTDH ¢ 3XMHEHOHOM B KYJbTYypaJbHBIE CPEIbI C
KJIETKaMU TPUBOJAUT K BCTPAMBAHUIO KApOTHMHOWIOB B TIA3MATUYECKYI0 MEMOpaHy U

NOCJIEYIOUIEMY PACIIPENCIICHUIO KAPOTUHOUAOB 10 BHYTPUKIETOYHBIM MEMOpaHaM.
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Puc. 53. JlocTaBka 5XHHEHOHA B KJIeTOUHble MeMOpaHbl ipu 1o6aBieHnn AnaCTDH B kynbTypaibHYyIO
cpeay. A — CIEKTpbl KOMOMHALIMOHHOTO pacCesHHUs dXMHEHOHAa B COCTaBe OEIKOBOIO Mpenapara
AnaCTDH (¢uonetosas nunus), nocie nakyoaunun AnaCTDH B pacTBope numnocom (depHasi TMHUS) U
noclie MHKyOaIuu B cpefie ¢ kietkamu Hela (opanskeBas muHus). B — HabokeHne n300paskeHus KIETKH
HelLa B mpoxoxsmieM cCBeTe W TOJXYYEHHOTO C TOMOIIBI0 MHUKPOCKONHH B PEXHME PETHCTPAINU
CHEKTPOB KOMOWHAIIMOHHOTO paccesiHus. C — ceueHne BI0JIb MyHKTHPHON TMHUK Ha B, mokassiBatomiee
MHTEHCUBHOCTH TT0s10ck 1520 cm™! B criekTpax KOMOMHAIIOHHOTO paccesHus. IHTeHCHBHOCT CUTHANIA
NPOTIOPIMOHATIbHA KOHIICHTPAUU KapOTHHOUIOB. D u E - HHTEeHCHBHOCTH (iryopecieHInn KIeTOK
Tet21N, okpaxkennbix auruapodtuauem (DHE) u numamerarom auxiaopauruapoguryopeciimHOM
(DCFDA), 4yBCTBUTENBHBIX K COJACPKAHHIO AKTHBHBIX (POPM KHUCIOPOJAA MO JaHHBIM MPOTOYHOM
uToryopuMeTpun. OKUCIUTENBHBIA CTpecC BBI3BIBAIM J00aBIEHHMEM aHTUMHMIMAHAa A B cpeay
KyJIbTUBAIMU. F — M3MeHeHue BbIX0/1a akTUBHBIX (pOpM KHcTopoaa pu fodasieHuu B cpexy AnaCTDH
C 9XWHEHOHOM. PucyHoK u3 cratbu [147].

IIOCTaBKa KapoThHOnAa B IJIa3MATUYCCKYHO MeM6paHy OCYIICCTBIACTCA 3a CHCT

oOpa3oBaHusi BpeMEHHBIX KOHTakToB wMexay AnaCTDH wu wmemOpanoit. [ns
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BU3YyaJIM3allMM STUX KOHTAKTOB MbI PEHIWIM CO3JaTh XMMEPHYI KOHCTPYKIIHMIO W3
AnaCTDH wu kpacHoro ¢ayopecuentHoro Oenka TagRFP. Ilonydennas Hamwu
KOHCTPYKITUSI OKa3aJach UYYBCTBUTEIBHONW K HAJIMYWIO KAPOTHHOWA B JIOKAJEHOM
okpyxxeHuu TagRFP 3a cuer mepenoca sHEpruu 3JeKTPOHHOTO BO30YKJICHHUS Ha KETO-
kapoTuHoun. Mcmonp3yss MeTon KOH(OKTBHOW (IyOpECIEHTHOW MHKPOCKOIHH C
peructpanueil BpeMeHH KU3HU Bo30YkJIeHHbIX cocTtossuuil (FLIM), MbI moka3zanu, uto,
Bo-1iepBbIX, AnaCTDH-TagRFP He nponukaer B kieTku, U, BO-BTOPHIX, HE HAOIIOJAETCS
NOBBILIEHU JoKanbHOU KoHIeHTpau AnaCTDH-TagRFP B o6nactu mia3mMarnyeckon
MeMOpaHbl, 4TO TOBOPUT 00 OTCYTCTBUM MPOAOLKUTENbHbIX KOHTakToB AnaCTDH c
MemOpanoi. Takum o6pazom, AnaCTDH crioco6Ha 10CTaBIsATh KETO-KApOTUHOUIBI B
I1a3MaTHYECKyt0 MeMOpaHy, a MOCIEAYIOIIee MepepacnpeeeHue KapOTUHOUAOB 10
BHYTPHUKJICTOUYHBIM OpPraHOUJaM OCYIIECTBISIETCS 3a CUeT KIETOYHBIX MEXaHHU3MOB

TpaHcnopTa (cm. puc. 53).

IToCKOJIBKY KapOTHHOW[IBI SIBJISIFOTCST TPUPOJHBIMH AHTUOKCHUAAHTAMHU, HX
noctaBka B kieTku ¢ nomouipio AnaCTDH Bnusier Ha peloKC COCTOSIHUE KIIETKU U
MO3BOJISIET 3aIIUIIATHCS OT OKUCIUTEIIBHOTO CTpecca. DTa BO3MOXKHOCTh Oblila MOKa3aHa
HaMU B MOJIETIbHBIX DKCIIEPUMEHTAaX Ha KieTkax HerpoOiaactomsl (Tet21N), B koTophIX €
MOMOIIBI0O AHTUMHIIMHA A WHIYyIUPOBAIM 00pa30BaHUE AaKTUBHBIX (POpM KHCIOpOJa
(ADK) B [npIxatenpHOM IEMM MUTOXOHIPHM, KOTOpPHIE 3aTeM JIETEKTUPOBAIU TIO
dbayopeclieHIIUM KpacuTene, 4dyBCTBUTEIbHBIX K A®DK, ¢ mnomomipio MpoTOUYHOU
nuToMeTpun (cM. puc. 53). Mbl 00HApYXHUIIM YTO JO0ABIECHUE B KYJIbTYPAIbHYIO CPEILY
1 MmkM AnaCTDH c sxuHeHOHOM TIpUBOAUT K cHUkeHUIO Bbixoga ADK Ha 25 %. Ot
AKCIEPUMEHTHI TOKA3bIBAIOT YTO OCJIKOBBIE CHCTEMBI JOCTaBKM KapOTUHOUJIOB
00Ja1ar0T MOTEHIIUATIOM IS psifia OMO-MEeTUIIMHCKUX MPUIIOKEHUH. benkoBbie crucTeMbl
JIOCTaBKM MHTEPECHbI TEM, YTO B OTJIMYHUE OT JHUIOCOM OEJIOK MOXKET OBbITh
crenuuyeckr MOAU(PUIIMPOBAH I B3aUMOJICHCTBUSI C PEIIENITOPAMHU Ha MOBEPXHOCTH
OMPEICJICHHBIX KIJIETOK M, COOTBETCTBEHHO, ONTUMHU3MPOBAH MJIs aIPECHON JTOCTABKHU
aHTUOKCcHAaHTa. Takxke pa3pabOTaHHBIM HAMMU TOAXOJ IJis JOCTaBKH KapOTUHOU]IOB

OTKPBIBACT BO3MOZKHOCTb JIA CaMOC60pKI/I KapOTHUHOUJIHBIX OCJIKOB M T'€HETUYECKH
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KOJUPYEMbIX KOHCTPYKIIMI HAa UX OCHOBE BHYTPH KIIETKH, HAIlpUMEP JJIsl MPUMEHEHHUSI
XUMEPHBIX KOHCTPYKIMH Ha ocHoBe OCP nisi u3MepeHus: JIOKaJbHOW TeMmepaTypbl

kiaeTku (cM. puc. 23, pasaen 3.1 u [235]).

Hame nanpHeliiee uccienoBaHue MepeHoca KapOTHHOMAOB MEXIY OelkaMH U
MeMOpaHaMu N VItro mokaszajio 4To 3TOT MPOIECC MOXKET UTPaTh POJb B PETYJISIHH
(GOTO3alMTHBIX MEXAaHU3MOB U YIPaBIATHCA CBETOM. Mbl MoOKa3ainu, 4YTO TMIpH
Baumoneicteun  xono-popmer  COCP  (mmu  AnaCTDH) ¢ amo-dopmoit
nosaHopasmepHoro OCP u3 Synechocystis (u Anabaena) npoucxoaut o6pa3oBaHHe X0JIO-
dopmbl OCP ¢ rddextuBHOCTRIO 10 75 %. DTOT MpoOIECC MPOUCXOIUT B HECKOJIBKO
cTaauil u TpeOyeT oOpa3zoBaHusl NPOMEKYTOUYHOro komiuiekca ano-OCP — xomno-COCP
U, 0OYE€BUIHO, MOHOMepu3auuu C-I0MEHHOT0 MepeHOoCcUrKa kKapoTuHonaa. Ham ynanock
JETEeKTUPOBATh TOSBICHUE TEPEXOTHBIX KOMIUIEKCOB (MHTEPMEIMATOB), HCIOIB3YS
XUMepHbIe KOHCTpyKInK Ha ocHoBe OCP u 3enenoro ¢uryopecrieatHoro oenka (GFP).
Commxenne COCP u GFP B xommiiekce ¢ OCP conpoBokiaeTcs M3MEHEHUEM BPEMEHH
XKU3HH BiryopectieHInu xpomodopa GFP, koTopoe mponucxoauT u3-3a mepeHoca YHEPTUn
AJIEKTPOHHOTO BO30YkJeHus Ha kapotuHoua B coctae COCP. Wcmnonb3ysi, MyTaHT
OCP, nuiieHHbIN KOpOoTKOM a-criupainu B Hayasie N-nomena (OCP-ANTE), mbl okazanu,
YTO ATOT CTPYKTYPHBIH AJIIEMEHT Ba)KEH JJIs MEPEHOCa KAPOTUHOMAA MEXKAY OenKamu.
N3-3a uaeatuanocTy cTpyKTyphl C-1omeHoB B COCP u noxHopasmepaom OCP (a Takxke
BBICOKOWM cTereHu romotiorun 3Tux ydacTkoB B AnaCTDH u OCP u3 Anabaena), NTE
MOKET y4acCTBOBaTh B CTAOMJIM3aIlMM KOHTAKTOB B MPOMEKYTOYHOM KOMIUIEKCE (CM.
puc. 54). Jlanee Mbl HaOIIOATA U3MEHEHHS CIIEKTPA MOTJIOIICHUS KETO-KapOTHHOM A,
cBsa3anHble ¢ MoHomepuzauueidd COCP u mepeHocoM KapoTHHOMAA B amno-Gpopmy
nosHopasMepHoro OCP. Bbulo ycTaHOBJIEHO, YTO peakiusl NepeHoca KapoTUHOMIA U3
¢uoneroeoro COCP B OCP xapakrepuszyercs 3HAUYUTEIbHBIM aKTUBALMOHHBIM
oaprepom — 37 kkai/moib, ogHako s mytanta COCP W288A, ¢ BIBO€ MEHBIITUM
KOJIMYECTBOM BOJIOPOJTHBIX CBSI3EH MEXK Ty KETO-KapOTHHOHIOM U O€TTKOBOM MaTHUIIeH (10
cpaBHenuto ¢ COCP), nanHast peakiusi TpeOyeT Bcero 24 kkaji/mosib. O4eBHIHO, UYTO

IMPOYHOCTD CBA3BIBAHHA KETO-KAPpOTHHOKW A B TUMCPHOM IMUTMEHT-0EJIKOBOM KOMIIJIEKCE
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BIMSET Ha CIOCOOHOCTh ATOr0 KOMIUIEKCa K MoHoMepusanuu. [loaTomy peakuus
nepeHoca KapoOTUHOUAA UAET ObICTpee ¢ MyTaHTHbIMU (hopmamu C-gomeHa. OIHAKO, MbI
He MoxkeMm wuckiaodatb uyro COCP MoxeT MOHOMEpH30BaThCs A0 OOpa30BaHUA

KoMILIiekca ¢ ano-popmoit OCP.

Stage 0. Mixing
Initial components

Stage 1.
Anchoring
Formation of a
violet intermediate

Stage 2.

Monomerization |

of double CTD

Stage 3.
“Oranging”
Translocation and
positioning of
carotenoid
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and CTD

Stage 4.
Stabilization

of protein structure
In the orange state
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Cross-domain binding
Intermediates

... and products

Source of products
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69 kDa fraction
Errors of OCP assembly

Puc. 54. Coopka doroakruBHOro OCP 32 cuer nmepeHoca kapoTuHOUAA MEKIY X0J0-popmoit COCP u
ano-popmoit OCP. Ilocne cmemmuBanusi pactBopoB Xosio-popmel COCP u amo-gopmer OCP, B
3aBUCUMOCTH OT onuromepHoro cocrostHusi COCP o6pa3yroTcs NpoMeXyTOUHbIE KOMILJIEKCHI, B
koTtopblx NTE wurpaer posp crabmimzaTopa OelOK-OCIKOBBIX B3aHMMOJIECUCTBHH, YBEIMYMBAIOIINX
BEPOSATHOCTb Mepeslaun KapoTuHoua. B3anmoaelicTBre HHTEpMEANaTOB, 00Pa3yIOLMXCs Ha CTaIuH 2
(xapotuHoup pacnonaraetcs B C-nomene OCP), ¢ eme ogHoi Monekymnoii amo-hpopmbr OCP Moxer
IPUBOIUTH K 00pa3oBaHMIO CTa0MIBHBIX AUMepoB OCP, B KOTOPBIX KAPOTUHOM/T PACIIONIOTaeTCs MEXKITY
JBYMs pa3HbIMU Oenkamu. Eciu 5Toro He mpoucxoauT, To kapotuHou ] nepementaercsa B N-qomen OCP,
MOCJIE Yero MPOMCXOAUT pelakcaius KpacHoW (GopMbl M oOpa3oBaHHE KOMITAKTHOM MOHOMEPHOM
opanxeBoit popmbr OCP. Pucynok u3 cratsu [109].

Kak ™b1 ormeuanu panee, cpoactBo NTE Oonpme umenno k C-momeny,
coJiep KalieMy KapoOTHHOHI. DTO CIYKHUT MPUYUHON IUCCOIMAIMNA KOMILJIEKCA TOCIe
TOTO, KaK KETO-KapOTHHOH] OKa3bIBaeTcs B mojiHopazmMepHoM OCP, HO Takke MOXKET
OOBSCHATH HaM4Yue MUHOPHOH (~ 25 %) dpakmum ¢ Maccoi, BABOE MPEBBIIIAIONICH
Maccy OCP (cwm. puc. 54). AHaIM3 CIEKTPOB MOTJIONICHUST (PPaKIIUU C MaCCOM TOPsAKa

69 x/la mokaszan, 4To OHa cocTOoUT U3 «duoneroBoi» yactu (50 %), B KOTOpOI
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KapOTUHOMJT HaXOAUTCS MexXAy AByMms C-JIOMaHaMH U «OpaHXkeBON» (HOTOAKTUBHOM
dbopmsbl (50 %), B KOTOPOIA, KETO-KApOTUHOU/T PACTIONIOKEH Kak B rerepoaumepaom OCP
(eM. puc. 49). Takum 00pa3oM, MBI YCTAHOBHIIU, YTO TPU B3aUMOJICHCTBUU XO0JIO-(DOPMEI
COCP c¢ amo-dopmoii noaropasmepHoro OCP in vitro oOpa3yroTrcsi MpPOIyKThHI, B
koTopbix B3aumoaeiicreue N- u C-gomenoB OCP crabunuzupyercs 3a cyeT KOHTaKTOB
NTE wu PB-ckmaguaroro ydactka B C-momeHe. OCHOBHBIM MPOAYKTOM SIBIISIETCS
opanxeBas ¢opma OCP, kortopas HMYeM He oTimMuyaercs oT Xojio-Gopmel OCP,

oJIydaeMoi rpu HapadoTke Oenka B E.coli.

OpamxeBass ¢popma OCP He B3aummogeiictByer c amo-gpopmamu COCP u
AnaCTDH in vitro. OgHako, Mbl yCTaHOBWJIM, YTO TOMOJIOTHYHAs € armo-dopma
AnaCTDH cnoco6Ha 3abupath kero-kapotuHous n3 RCP u mro0bIx apyrux aHamoros
kpacHoil aktuBHOM (opmel OCPR [234]. Muaue rosops, HapylIeHHME KOMIIAKTHOM
CTPYKTYpbl opaHxeBoil popmbl OCP mpUBOAUT K TOMY YTO KapPOTHHOWUJ OKa3bIBAECTCS
MEHEee MMPOYHO CBsA3aH ¢ OEIKOBOW MaTpULIEH U MOKET ObITh IEPE/IaH B Jpyroe OEIKOBOE
OKpy>XeHHe C Ooublieil apUHHOCTBIO K KETO-KapOTHMHOMAY. MBI MOKa3aid, 4TO 3Ta
peakius MoKeT ObITh MHUITMMpOBaHA GoroakTuBaiueiit OCP B nmpucyTBTHH ario-(hopMbI
AnaCTDH (cwm. puc. 55). AHanu3 u3MeHEeHUH CIeKTpa MOTJIONICHUS! KETO-KapOTHHOH 1A
npu (PoTOaKTUBAIIMM TOKA3bIBAE€T, UYTO CHAudajia MPOUCXOAUT 0Opa30oBaHUE KpacHOMU
aktuBHOM popmbl OCPR, xoTopas, B3aumozneiictss ¢ ano-popmoit AnaCTDH, nepenaer
€l DXMHEHOH W B pe3yibTaTe oOpa3yercs aumepHas xono-popma AnaCTDH. Ilpu
BBIKJTIOUEHUHN CBETA PEaKIMsl MOJHOCThIO oOpaTUMa U BHOBb 00pa3yroTcs Xono-(popma
OCP u amo-dpopma AnaCTDH. Ilockonbky panee Mbl ycraHoBuiu, uto AnaCTDH
MOJKET TepeIaBaBTh YXUHEHOH B MeMOpaHbl (CM. puc. 52 u puc. 53), Mbl TIOBTOPUIIH
skcriepuMeHT ¢ ¢otoaktuBanuen OCP B mpucyrctBum amno-popmbl AnaCTDH wu
aumocoM. B 3TUX 9KcmepuMeHTax Mbl TpojeMoHcTpupoBainm uro AnaCTDH
3HAYUTENBHO YCKOpPSAET TIEPEHOC KEeTO-KapoTWHOWIAa B MeMOpaHy JHIIOCOM TMpH

dboroaktuanuu OCP.
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Puc. 55. Cgepxy: cxema oOpatumoro QoTouHIyIHpyeMoro mnepeHoca kapotuHouga u3z OCP B
AnaCTDH. A — dyepHble KBaapaThl MOKa3bIBAIOT W3MeHeHHs moriomenus npu 600 HM (obmacth
HaNMEHBIINX 3HAYeHUH KOd(PPHUIHMEHTa MOISIPHOW SKCTUHKIMH opamxkeBoi (opmer OCP) mpu
ocBeleHnu pactBopa ano-popmel romosiora C-mromena OCP (CTDH) u opanxeBoro OCP 13 AHaOeHHbI.
[Ikana BpeMeHH B jorapudmmuueckoM macmrade. beictpas ¢aza m3MEHEHUH ONTHYECKOW TIOTHOCTH
(O-R) cootBercTBYeT HakoMIuieHHIO KpacHO# hopmbl OCP nipu poroakruBarmu. Memiennas ¢asa (R-
V) xapakTepusyer mepeHoc kapotuHomma u3 kpacHoir ¢opmer OCP B CTDH wu ob6pasoBanue
¢duoeroBoro romonumepa. [locre BBIKIIOYEHHS] CBETa MPOMCXOJIUT MOCTEMIIEHHOE BOCCTAHOBIICHUE
opanxeBoil popmbl B pesynbrare nepenoca kapotuHouga u3 CTDH B OCP. b u B — usmenenus
WHTCHCUBHOCTH ¥ BPEMEHH KH3HH (iyopeclueHnnd (UKOOMIMCOMBI B pe3ysibTaTe J00aBICHUS
akTuBHOMN (popmbl OCPA* o6paTumbl ipy 106aBIeHus B cpey ano-popmbr CTDH.

Cnoco6nocts ANaCTDH B3anmonelicTBOBaTh ¢ KpacHO! akTHBHOM (opmoit OCPR
U e€ aHajoraMu OTKpBIBACT €II€ OJHO MHTEPECHOE CBOMCTBO 3TUX KAPOTHMHOMWIHBIX
oenkoB. [Ipu akTuBayu HEPOTOXUMHUUECKOTO TyIIeHUs (piryopecueHunu GUKoOUIMCOM
3a cuer kpacHoil (opmbl OCP poGaBnenue amo-popmer AnaCTDH mnpuBomutr
MOCTEIIEHHOMY BOCCTaHOBJICHHUIO (hIyopeciieHIun puKoOuIucomsl (cM. puc. 556 u B).
Janusiii addext conocraBum ¢ BiusinueM FRP Ha B3anMozeiicTBue kpacHoU (GopMbI U
dbuxodbmicomsl (cM. pazaen Il). OnHako B JaHHOM ciiydae MEXaHHW3M BOCCTaHOBJICHUS
(diayopeclieHIIMM He CBsi3aH C peJlakcalueil kpacHou (opmbl U MpPETOTBpallleHUEM €€
B3aumozeiicTeus ¢ anteHHou. [lo cytu AnaCTDH «oTHUMaeT» KapOTHHOUA Y KpPacHOM
dbopmbl OCP, cHmkas 3¢ (PeKTUBHYIO KOHLIEHTPALMIO aKTUBHOW (POPMBI, BBI3bIBAIOIICH

Tymenue QuyopecueHuun (uxodunmcomsl. Ilockonbky Hamu ObUla TOKa3aHa
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BO3MOXKHOCTh TaKMX B3auMoeicTBuii IN Vitro s Bugocnenuduunasix OCP u CTDH u3
Anabaena, MbI cunTaeM, 4TO TaKHUE PEaKIIMK BO3MOYKHBI M B KJIETKE U, BEPOSITHO, MOTYT
UTPATH POJIb B PETYIIAIUHU (DOTO3ANTUTHBIX PEAKIIUNA Y HEKOTOPHIX BUIOB IIMAHOOAKTEPHA,

He umeromux FRP.

Takum 00pa3oM, UCCIe0BAHUE CBOMCTB OTACIBHBIX CTPYKTYPHBIX 1oMeHOB OCP
IIO3BOJIWJIO HAaM  OTKPBITH PEAKLIMU IMEPEHOCAa KAPOTMHOWJIOB. OTHU  PEAKLIUHU
00ecreurnBaOT BOJAOPACTBOPHUMBIM O€JIKaM BO3MOXKHOCTb OCYIIECTBISITH TPAHCIOPT
rUIpO(OOHBIX MOJEKYJ MEXKIY Ppa3IU4YHbBIMU LUTOIJIA3MAaTUYECKUMH O€lKaMu U
MeMOpaHamu. PasHooOpa3ue 0OHapy)KEHHBIX HAMU peakLuii, BEPOSITHO, UMEET 3HAUCHUE
JUIsL peryiasiuuy (POTO3AIIMTHBIX PEAKLIHM [HUAaHOOAKTEPHl, KOTOPHIE €IIe MPEICTOUT
omucarts in Vivo. OHaKo yke ceiiuac 04eBUIHO, YTO ATU PEAKI[MH MOTYT CTaTh OCHOBOIA
yOopaBieHus] (YHKIHMOHAJbHBIM COCTOSSHHEM OEJIKOBBIX CHCTEM, PETYyJIUPOBKHU
OJIMTOMEPHOT'O COCTOSIHUSA W/WiH (POTOAKTUBHOCTH KOHCTpyKUMi Ha ocHoBe OCP u ero

T'OMOJIOI'OB.
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BriBonp! k pazneny 3.4. beiok-onocpe1oBaHHbI TPAHCIIOPT KAPOTHHOU/IOB:

C-nomen OCP u ero mpupoaHBIE TOMOJOTHM CHOCOOHBI CBSI3BIBATH MOJIEKYITY
KapoTHHOUAA ¢ 00pa3oBaHHWEM AMMEPOB, XapPaKTEPU3YIOMIMUXCS YHUKAIbHBIMU

ONTHUYCCKUMHU CBOMCTBAMHU.

C-nomenst OCP U uX TOMOJIOTM CHOCOOHBI C BBICOKOM 3((HEKTUBHOCTHIO
OCYIIECTBJIATh PEaKIMH TepeHOoca KapOTHHOWIOB MEXKIy MeMOpaHaMu W
pa3IMUHBIMU  O€JIKaMH, 4YTO, BEPOATHO, MOXET SIBJISATHCS PErYyJISSTOPHBIM

MEXaHU3MOM IN ViVo.

HampaBnenue peakiuu nepeHoca KapoTHHOUIA MEXAY OelKkaMu U MeMOpaHamu
OTIpEJIEISIETCS XMMUYECKUM CTPOCHHEM KapoTHHOWJAa W HabopoMm Oernok-
XpPOMO(QOPHBIX U OEJIOK-OCIKOBBIX KOHTAKTOB M, B HEKOTOPBIX CIy4asx, MOXKET

MOJYJIUPOBATHCS CBETOM.

OOpa3oBaHue OpaH)KEeBOK KOMIAKTHON (poTroakTuBHOU popMbl OCP BO3MOKHO B
pe3yapTaTe B3aMMOJCHCTBHS OTACIBHBIX JIOMEHOB WJIM KX TOMOJIOTOB M HE

Tpe6yeT COCIMHCHUS UX MCIKIOMCHHBIM JIMHKCPOM.

YcTaHOBIIGHHBIC PCAKIUHU ITO3BOJIAIOT CO31aBATh (I)OTOYHpaBJIHeMBIe I'CHCTUYCCKH

KOJIUPyEeMBbIe (ONITOr€HETUYECKHE) CHCTEMBI.
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JAK/IIOYEHHUE

B03MOXXHOCTh CO3aHMSI HOBBIX MOJIEKYJISIPHBIX HMHCTPYMEHTOB Ha 0aze
OPUPOIHBIX MUTMEHT-OEIKOBBIX KOMIUIEKCOB M HMX IMPAKTHUYECKOTO MPUMEHEHUs ISt
pelieHUs] MPUKIAAHBIX 33Ja4 BO MHOIOM 3aBHCHUT OT HAIIEr0o MNOHWUMaHUs
B3aMMOCBSI3aHHOCTU (YHKUIHMOHAIBHBIX CBOWCTB M CTPYKTYpPHOM OpraHM3allid 3TUX
cucteM. Celiyac Mbl MOKEM C YBEPEHHOCTBIO CKa3aTh, 4TO 3a nocieanue 10 yer Hame
MOHMMAaHHE MEXaHU3MOB, JISXKAIIUX B OCHOBE (POTO3AIIUTHBIX PeaKIiil InaHoOaKTepuil,
3HAQUUTENBHO YIYUYIIUJIOCh. JTO CTaJO BO3MOXHBIM B pE3YyJIbTATE OIPEACICHUS
OCHOBHBIX YYAaCTHHKOB 3TOTO TIPOIlecca, H3YUSHHS UX CTPYKTYPhI U B3aUMOICHCTBHIA IN

Vitro u in vivo.

EnuHCTBEHHBIM M3BECTHBIM BOJOPACTBOPUMBIM (DOTOAKTUBHBIM OEJIKOM C KETO-
KapOTUHOUJIOM B KadyecTBE XpoModopa SBISETCS OPaHKEBBIA KapOTHHOUIHBIN Oelok
(OCP). Kpucramnuyeckass CTpYKTypa €ro OpaHX eBOW KOMMIAKTHOM (hOpPMBI OTpa)kaet
JUIIb OAHY KOMOMHAIMIO 3JIEKTPOHHO-KOH()OPMAIIMOHHBIX B3aUMOJEHCTBUN OEIKOBOM
MaTpHIbl U XpoModopa cpeld MHOKECTBA BOBMOXKHBIX KOH(POpPMaIIUA, BOSHUKAIOIINX
Ha yTH K aKTUBHOMY COCTOSIHUIO. B pe3yiibTare aHainn3a COBOKYITHOCTH KHHETUYECKUX
U CTPYKTYPHBIX JIaHHBIX B paboTe MpeayiokeHa cxema (OTOLUKIMYECKUX MEepPexXoioB
OCP (cm. pazmen 3.2). Ha »oroii cxeMe TmoOKazaHa JeTajdbHas KapTHHA
dborounaynupoBanubix nepamieHudt  OCP, BpemMeHa KU3HM MPOMEKYTOYHBIX
COCTOSIHUM, KBAHTOBBIE BBIXO/Ibl U CTPYKTYPbl OCHOBHBIX HHTepMeanaToB. [lornonienue
KBaHTa CBETA MOJIEKYJIOW KETO-KapOTUHOMAA MPUBOJIUT K pa3pblBy BOJOPOIHBIX CBS3EH
MEXIY KapOTUHOUIOM M OEJIKOM M TIOSIBJICHHUIO MEPBOT0 CTAOMIBLHOTO (DOTOMPOAYKTA U
MOCJIEYIONTUX CTaIuU (POTOIMKIIA, HA KOTOPBIX MPOUCXOAT UBMEHEHHS KOH(MOpMAaIuu
OeJika, 3HaUUMbIE JIJIs1 B3aUMOJICUCTBUIN C YyYaCTHUKAMH HE()HOTOXUMHUYECKOE TYIICHUS.
BaxxHO moT4epKHYy Th, YTO BCE 3TU U3MEHEHUSI HEOOXOUMBI JJIsI BHITTOJTHEHHUSI OCHOBHOM
OMONOrMYecKor (PYHKIMU, & MUMEHHO HEPOTOXUMHUYECKOTO TYHIEHHUS 3JIEKTPOHHOIO

B30y kneHust nurmeHToB OBC.
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Puc. 56. Perymiuus OCP-3aBucumoro HedoTtoxumuyeckoro tymeHuss OBC
nranoOakTepuii 3a cuet B3aumoeicteus OCP ¢ FRP.

Ha puc. 56 mpencraBneHa oOmass cxema MPOIECCOB, OOBETUHSIONIAS
dboroxumuyeckue npeppaimienuss OCP (cm. paznen 3.2) U B3auMOJEHCTBUSI YUaCTHUKOB
Heoroxumuueckoro TtymeHus. CorimacHo cxeme (puc. 56), ¢oTtoBo30yX)ICHHE
kapotuHousia B coctaBe OCPO 3a HECKOJIBKO COTE€H (PC MPUBOJIUT K HAIMPABICHHOMY
NIEPEPACIIPEAEIICHUIO 3JIEKTPOHHON IUIOTHOCTH B MOJIEKYJIE KapOTHMHOW[A, 3a CYET
ACCUMETPUYHOI'O PpACIOJIOKEHHUS 3apsiioB B JIOKAIHHOM OEIKOBOM OKPYXEHHH.
CoryiacHO BBLIBUHYTOW B paboTe TUIOTE3€, B PE3yJbTaTe MPOUCXOAUT OOpaTUMBIN
IIEPEHOC NPOTOHA HA KAapOTHHOWJ, W3MEHEHHE PaBHOBECHON TI'€OMETPUU WU Pa3pbiB
BOJIOpoaHbIX cBszed 3a 20 mc (P1). 3atem mpoucxonut uzomepusaiusi KapoTUHOUIA
(cramuu P2, cm pazmen 3.2) u ero mepemenienue mexay gomenamu OCP (PN). Oto
BIUSICT Ha CTAOWJIBHOCTh KOHTAKTOB MEXIY CTPYKTYPHBIMH DJIEMEHTaMH OEIKOBOM
MaTpullbl U TPUBOAUT K OTCOEIUHEHUIO KOpoTkoil o-crimpanu (NTE). B pesynbrare
OTKPBIBACTCS IJIaBHBIA y4acTOK OEIOK-O0EeITKOBBIX KOHTAKTOB AJisi B3aumozeiicteust OCP
¢ FRP (cragus Px). Takum o6pazom, komiuieke OCP-FRP moxer oOpa3zoBarbes enie 10
HapyleHus: 0en0K-0eIKOBBIX KOHTAKTOB MeXAy CTpyKTypHbIMU noMeHamu OCP (NTD
1 CTD) u nosenenus akrusHoro cocrosiaus OCPR, Bzaumopeiicteyromero ¢ ®BC. Tem

cambIM oOpazoBanue komruiekca OCP-OBC u Heporoxumuueckoe tymenue bC MmoxeT
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obITh IpenoTBpaiieHo. Kommnakruzamus OCP B kommiekce ¢ FRP B cuity orpanuuenHoi
NOJBW)XHOCTU CTPYKTYpHBbIX JA0MeHOB OCP, yckopsieT BOCCTaHOBJIEHHE BOJOPOAHBIX
ceaszeit (OCP®') u penakcanuro KapOTMHOMIA B UCXOHBIE TOJIOKEHUE M KOH(PUTYPALIUIO
B C-nomene (OCPO). IMocnenyromee orcoenquaenne FRP 1 BoccraHOBIEHNE KOHTAKTOB
C-nomena ¢ NTE 3aBepmiaer penakcanuto 0enkoBor ctpykTypbl OCP. Takum o6pazom,
CTaHOBUTCSL sCHOM poib FRP - perymsropa B3ammoneicTBUS (HOTOAKTUBHPOBAHHOTO
OCP ¢ ®BC, omgHoBpeMEHHO o0OecleunBaromas Kak HEOOXOIUMBIH yPOBEHb
HeoToxummueckoro  tymeHuss  ¢ayopecreniiun  ®bBC, Tak w®W  ycKopeHHE

BOCCTaHOBJICHHS UCXOHOTO HeakTuBHOTO coctostHust OCP (cM. puc. 56).

B auccepranuu nokaszaHo, kak myTeM Moaudukanuu 6enkoBoi ctpykrypsl OCP
MO>KHO YIPaBJIATh €ro (OTOLUUKIIOM, YBEIMYMUBATH BBIX0OA (POTOMPOAYKTA, H30JIUPOBAThH
OnpeeNeHHble cTaguu  (OTOLHMKIA, YCKOPATh W 3aMEIJIATh MEPEXOAbl MEXKIY
cocTosiHUAMH (cM. pazaenst 3.2 u 3.3). Ota unpopmaiiys HeoOXoauMa JIsl TPEBPaICHUS
npupogHoro OCP B ynoOHbIH MOJEKYISPHBIA (POTOYNpPABIAEMbId HHCTPYMEHT.
[Tonnmanue MOAYJNBHOrO NpHUHLMIIA oOpraHu3auuu crpyktypel OCP u  Oenok-
KapOTUHOMIHBIX KOHTAKTOB MO3BOJIMJIO OTKPBITH HOBBIN KJIACC KAPOTUHOMJIHBIX OEJIKOB
(cMm. paznen 3.4), MexaHU3MBbI PEryJsIIUU (DOTO3ZAMMUTHBIX PEakIUil 3a cueT OeoK-
OIIOCPENOBAHHOIO TpaHcHopTa KapOTUHOHJIOB 17§ pa3paboTaTh METO/T
BBICOKO3(()EKTUBHOI TOCTABKU MPHUPOAHBIX AHTUOKCUIAHTOB B KJIETKH. DTOT METOJ
MOKET ObITh BOCTPEOOBAH MPU TEPANTUMU MATOJOTU, BEI3BAHHBIX U COITPOBOKIAIOIINXCS
OKHUCJIUTENIBHBIM CTPECCOM, M [UIsl PEreHEPATMBHOM MEIWMUMHBI. OTH IOAXOAbI B
COBOKYMHOCTH ¢ mnoHuMaHueM ¢otouukina OCP no3BoJMIM CKOHCTPYUPOBATH

(bIyopeciieHTHBIN CEHCOpP TeMITepaTyphI.
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Puc. 57. ®otoymnpasisemas moiudepasa Ha 6aze pasaensembix romeHoB OCP. Pucynok u3 Piccinini
L. etal. (2021), cm. pasaen 3.4 u puc. 49.

ITorumanne MoayJIbHOTO npuHIUIa opranuzanuu OCP 1103BoaMIO HAM OTKPBITH
HOBBIM  KJIacC KapOTHUHOMJHBIX OEJTKOB M HOBBIE MPUHUUIIBI  YOPABJICHHS
(OTO3aLMTHBIMU ~ PEAKIMAMM 32 CUET OEJIOK-OMOCPENOBAaHHOIO  TPAaHCIOPTa
KapoTuHOMI0B. MccaenoBanue MexaHM3MOB MEPEHOCa KAPOTHHOUAOB MEXK Y OeKamMu U
MeMOpaHamMu TMO3BOJWJIO HaM pa3paboTaTh MNPUHUUIIMAIBLHO HOBBIM MOIXOM IS
BbICOKOA(()EKTUBHON JOCTABKM MPUPOJIHBIX AaHTUOKCHJIAHTOB B TKAHU U KIJIETKH, UTO,
KaK Mbl HaJleeMcs, MOXET ObITh BOCTPEOOBAHO B MEAMIIMHCKUX NPHIOKEHUSIX IS
OOppOBI € TATOJIOTHSIMU, BBI3BAHHBIMU  OKHUCIUTEIBHBIM ~ CTPECCOM, M IS
pEreHepaTuBHOM MEIULMHBI. OTH K€ MOIXOJIbl B COBOKYIIHOCTH C IOHUMaHUEM
dorormkna OCP mo3BonwiIM HaM CKOHCTPYHPOBaTh (IIyOPECHEHTHBIH CEHCOp

BHYTPHUKJIETOYHON TEMIEPATYPHI.

XOTUM OTMETHTb, YTO HAIIW OTKPBITUS MOOYAMIN HEKOTOPbIE HAYYHBIE TPYIIIbI
OPUCTYNHUTh K CO3JAaHUIO0 ONTOreHeTHYecKux mnepekmouarenein Ha 6aze OCP. Tak,

HampuMep, Mo pyKoBoACTBOM mpodeccopa Okcdopackoro yHuBepcurera Opandecko
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Jlukay3u B 2021 romy ObUIH CO3MaHBI TPAHCTEHHBIC pAacTeHUs ¢ (HOTOYNPABIIEMbIMH
mordepazamu (cM. puc. 57). Mbl yBepeHbl, U4TO MOJA0OHBIC MPUHIUIILI YIIPABICHHS
OJINTOMEPHBIM COCTOSTHUEM OEJTKOB MOTYT OBITh HCITOJIB30BAHBI ISl W3YYCHUS W

yIPaBJICHUS Pa3TUYHBIMUA META0OTMYECKUMU pEaKIUsIMH N VIVO.

4?8 485 A

110 fs

S
(24y)
3 ps
So— So
(14;)ECN  (14;)Retinal

Fluorescence Intensity/N

Puc. 58. CneBa: cnexTpsl BO30YXIeHHS (IIyOpPECHEHIIMH POJOIICHHA, COMIEKAIIETO JOMOTHUTEIBHYIO
AHTEHHY W3 KETO-KapOoTHHOMAA. B meHTpe: CTpyKTypa MpOTOHHOro HaHcoca XR ¢ IOMONHUTEIbHON
aHTEHHOM H3 KeTo-kapotuHomaa. CrpaBa: B3aUMOJECUCTBUS MEXKIY 3JICKTPOHHBIMH COCTOSHHUSIMHU
9XMHEHOHA M PETHHAIS.

Pa3paboTanHbie HaMH METOIBI JTOCTAaBKH KETO-KaPOTHHOHUIOB B KJICTOUYHBIC
MeMOpaHBbI ITO3BOJISET IO HOBOMY B3TJISHYTh Ha CBOMCTBA Psijl M3BECTHBIX MPOTOHHBIX U
HatpueBbix HacocoB (XR, GR, NaR u T.1.) [236-241]. HeBo3MoskHas paHee B KJIETKaX
PEKOHCTPYKIIUS  OTHX  ONTOICHETHYCCKHMX  KOHCTPYKIHMHA C  JOMOJIHUTEIBHBIM
XpoMOOpoM Temeph CTAHOBUTCS JOCTYMHOM Oyiaromapsi OCIOK-0IOCpeI0BaHHOM
JO0CTaBKe KeTo-KapoTuHoua (cM. puc. 58). Mcrob30BaHHE TaKUX CUCTEM MOXKET UMETh
pSAI TPEUMYIIECTB 32 CYET AHTHOKCHAAHTHBIX CBOWCTB KAapOTHHOWIIA, PACIIHMPCHHUS
CTIICKTpa JCWCTBHUS W TPHUHIMITHAILHO HOBBIX CIIOCOOOB YIPABJICHHS AKTUBHOCTHIO

ONTOT€HETHYECKON KOHCTPYKIIUH.
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OcHoBHbIE BBIBOIbI pa00THI
[To pe3ynpTaTaM paboOThl MOXKHO CPOPMYIUPOBATH CIIEAYIOIINE BHIBObIL:

1. B mpomeccax HePOTOXUMUYECKOTO TymIeHUs QuyopecieHInn 3¢G(HEKTUBHBIM
aKIENTOPOM OSHEPTrUU  DIIEKTPOHHOTO BO30YXKACHHMS TNUTMEHTOB  aHTEHHBIX
KOMILICKCOB I[IMAHOOAKTEpUH SBIAETCS KapOTHHOMI B COCTaBE OPAHXKEBOTO
KapOTUHOHMIHOTO OeJKa, BBI3BIBAIOUINI COKpAIIEHHE BPEMEH KU3HU TEPMHUHATIBHBIX
nurMeHToB aHTeHHbl 10 10 mc. IlepeHOC »HEpPruM HMEKTPOHHOTO BO3OYKACHUS

IMPOUCXOJUT C YHACTHUCM KOH(l)OpMaHI/IOHHBIX CTCIICHEH CB06OI[I>I.

2. ®OTOAKTUBALIUS  OPAHKEBOTO KAPOTHHOMJAHOTO Oelka BBI3BIBAET  Pa3phiB
BOJOPOJHBIX CBA3€d MEXAYy KapOTHHOMIOM M OCTaTKaMu Tupo3uHa-203 wu
Tpunrtodana-288, KOTOPHIA MNPOUCXOAUT 3a BpeMeHa mopsiaka 23 mc. Peakuus
oOyCJIOBJIeHa Tepepacipe/ieieHueM JJIEKTPOHHON TIUIOTHOCTH KapOTHHOMZIA B
BO30YKJICHHOM COCTOSIHUH, COIPSIKEHHBIM C OOpaTUMBIM TEPEHOCOM MPOTOHA OT
aMUHOKHUCJIOTHOTO oOcTaTka. KBaHTOBBIM BbIXOJ 0O0pa3oBaHus (PU3HOJOTHYECKU

akTuBHOU (popmbl He mipeBbImiaet 0.2 %.

3. DNeKTpOHHO-KOH(OPMAIIMOHHBIE B3aUMOJICHCTBUS KAPOTHMHOMAA U OEJIKOBOU
MaTpHUIbl Ha PAa3HBIX CTaAMAX (DOTOIMKIA OpPaHKEBOTO KapOTHMHOUIHOrO Oerka
IPUBOAIT K 00pa3oBaHUI0 HabOpa MHTEPMEAUaTOB (OTOIHMKIA. TOYEUHbIE 3aMEHBI
AMUHOKHUCIIOT B 00JACTSIX KJIIOYEBBIX O€I0K-OENKOBBIX M OETOK-KapOTUHOMIHBIX

KOHTAKTOB ITIO3BOJIAIOT KOHTPOJIUPOBATE CKOPOCTh OTACJIIBHBIX 3TAIlIOB (1)OTOI_[I/IKJ'Ia.

4. benok BoccTaHOBJIEHUS (DIYOpECLEHLUMU MPUMEPHO Ha JBa MOPSAKA YBEJIUUYMBACT
CKOPOCTbh peJlaKcallii aKTUBHOW KpacHOM (OpMbI KapOTMHOMAHOIO O€liKa 3a CYEeT
B3auMHOM opueHTanuu C- u N-KOHIIEBBIX TOMEHOB. D (HEKTUBHOE B3aMOICHCTBHE
C MHTEpMeauaTaMu (POTOLMKIIA, TPEALIECTBYIOIUMH 00pa30BaHUIO AKTUBHBIX (POpM
KapOTUHOMIHOTO Oe€jKa, MO3BOJSET WHTHOMPOBATH HEPOTOXMMHUYECKOE TYIIICHUE

GbUKOOMIIMCOM Jlake TIPH HHU3KUX KOHIICHTpalMsIX OeaKka BOCCTaHOBJICHUS

bayopecueHIun.
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5. C-IoMeHbI OpaH)KEBOTI0 KAPOTUHOUTHOTO O€JIKa M X TOMOJIOTH CIIOCOOHBI C BEICOKOM
(G ()EKTUBHOCTHIO OCYUIECTBJIATh PEAKIMH TEPEHOCa KAPOTUHOUIOB MEXKIY
MeMOpaHaMU H Pa3IUYHBIMA OCJIKAMH, YTO MOXET SBJISATHCA PETYJISTOPHBIM
MeXaHu3MOM iN Vivo. HanpapiieHue peakiuu nepeHoca KapoTHHOM 1A MEX Ty OelKaMu
1 MeMOpaHaMU OMpENESIeTCs XUMUYECKUM CTPOCHUEM KapOTHHOMJAa M Habopom
0e0K-XpoMO(DOPHBIX U OEITOK-O0EITKOBBIX KOHTAKTOB M, B HEKOTOPHIX CITy4asx, MOXKET
MOJYJINPOBAThCS CBETOM. YCTAaHOBJICHHBIE pEAaKUWU TMO3BOJSIOT CO31aBaTh

dboToympaBIsieMble TEHETUICCKU KOTUPYEMBIE (ONTTOTCHETUUECKHE) CHCTEMBI.
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