Yenexu 6uonornyeckoit xumuu, 1. 57, 2017, ¢. 71-118

OCOBEHHOCTHU BEJIOK-BEJKOBBIX
B3AUMOJIEVICTBUH B MEXAHU3ME
®OTO3AIIUTHI HUAHOBAKTEPUI

©2017r. H. H. CJIVHAHKO "%}
[0. b. CIOHUMCKUN "3 E. . MAKCHUMOB?

! Hnemumym 6uoxumuu um. A.H. Baxa,
DedepanvHulil ucciedogamenvckuil yenmp « DynoamenmanbHvle
ocHosbl buomexnonoeuuy Poccutickoii akademuu nayx, Mockea,

?Kagedpa buogpusuxu 6uonozuneckoeo gaxyiomema MI'Y
umenu M.B. Jlomonocosa, Mockea,

IKagheopa buoxumuu buonocuuecxkoeo gpaxynomema MI'Y
umenu M.B. Jlomonocosa, Mocksa
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I. BBEAEHHUE

(DOTOCI/IHTC3y MNPUHAAJICIKUT LCHTPAJIbHAA POJIb B SHCPICTUKE JKUBBIX
CHUCTCM, NOCKOJIbBKY UMCHHO 3TOT HNPOLECC CIYXUT NCPBUYHBIM HCTOY-

Ipunsamuie coxpawgenus: AOK — akruBabie popmbl kucinopoaa; APL] —amnopu-
rxounanuH (APC); P1] — peakiuonHslii eHTp (horocuctemsr); TD — TepMUHATBHBIN
smurrep; DBC — pukodbunucoma; PC1 u 2 — porocucrema 1 u 2; OI — puxonnanuy;
OTLI — snekrpoH-TpancnopTHas nenb; ApcC (wim L) — JIMHKEPHBIA ITOIMIENTH]L
sapa ®BC ¢ maccoit 7,8 klla; Apc D, E, F — annodukonuanus-nogoOHble 0Ky ¢
MakcuMyMoM (uryopectieHiuu okoso 680 am; APC660 — ADI] ¢ makcumymoM ¢uryo-
pecuennuu 660 HM; Apo-OCP — anogopma OCP; FRP — 6enok BoccranoBnenust giryo-
pecuentmu (fluorescence recovery protein); HCP — npencraButes rpyIimnbl CHpaib-
HBIX KapoTHHOU-cBsizbIBatoux OenkoB (helical carotenoid proteins), romosoros N
nomena OCP; L, — mmukepHbiid nomnentua @bC, obycnosnuBaromuii cBasb aapa
®BC ¢ memOpanoii (core-membrane linker polypeptide); NTE — N-koH1ieBoit cer-
MeHT OCP; NTF2 — sanepuslii TpancnopTHslil paktop 2 (nuclear transport factor 2);
OCP — opanxeBbIli KapOTHHOUI-CBSI3bIBAIOIINI Oenok (orange carotenoid protein);
OCP° — opamxeBas popma OCP; OCPR — kpacnas popma OCP; OCP-W288A — OCP
¢ aMHUHOKHUCIIOTHOH 3ameHoit W288A, anasnor akruBupoBanHoii popmer OCP; RCP—
KpacHbIH KapoTHHOMI-CBs3bIBatouii 6eok (red carotenoid protein), N-koHuIeBo#H
¢dparment OCP.

* Aopec onsa koppecnondenyuu: nikolai.sluchanko@mail.ru
Pa6ora Bermonnaena npu noanepskke POOU u [IpaBurensctBa MOCKBBI B paMKax
HayqHoro npoekta Ne 15-34-70007 «mon_a_mocy» u rpanta POOU Ne 15-04-01930a.
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HUKOM BCE€H SHEPTHH, NCTIOIH3YEMOM JKUBBIMH OpTaHU3MaMH B TIpOIlecce
ku3HenesteapHocTu. [Iponece ¢porocuHTe3a mpeacTaBisier coboi
CIIOKHYIO COBOKYITHOCTB PEaKINi, TIPOUCXOASAIIMX 3a BpeMeHa ot 1071
cexynj (mornomienne ceera) g0 10* cexynn (o6pazoBaHne MPOIYKTOB
¢dortocunresa). [lonsarue «mepBuUUYHbBIE MPOIECChl HOTOCHHTE3a» BKJIIO-
yaeT Goroduznueckue u POTOXUMHIECCKHIE CTa K (OTOCHHTE3a — MPO-
1[eCcChl MOMIOIICHHs CBETa, MUTPAIlM YHEPTUH, pa3fesIeHHus 3apsoB
u (HOPMHUPOBAHHE IIEKTPOXMUMUUYECKOTO MOTCHIIMANA B PEaKIIMOHHBIX
neHTpax GorocucteM. PaboThI mociieHUX AeCATUIICTHI TOKa3aIl OYeHb
BBICOKYIO d((EKTHBHOCTD MEPBUYHBIX MPOLECCOB (POTOCHHTE3a Onaro-
Japsi criequduKe UX CTPyKTYpHOU opranuzauuu [ 1-9].

B cBerocobuparomieM, WM aHTEHHOM, KOMIUIEKCE MTUTMEHTHI 3aHH-
MalOT CTPOTO ONpPENEIECHHBIE MOJIOKEHHSI U OPUEHTHPOBAHBI IpyT OTHO-
cutenbHO Apyra. Kpome toro, Gmarogapsi B3aMMOJCHCTBIIO TUTMEHTOB
C pa3lMYHBIMM aMHUHOKHCJIOTHBIMHU TpyIIaMH OEJIKOB, B aHTCHHOM
KOMIUIEKCE TPUCYTCTBYET OOJIBLION HAOOp Pa3IMUYHBIX CIIEKTPAIbHBIX
¢$bopM, OATOMY MUTMEHTHI 00Pa3yIOT IUPOKUH OOIIMH CIIEKTP IOIIO-
nieHus [10]. B pesynbraTe CHIBHOIO MEPEKPHIBAHUS CIIEKTPOB MOMJIO-
LIEHUS] OTAEIbHBIX MUTMEHTOB IOCcie BO30YKICHHUS B aHTEHHE OBICTPO
YCTaHaBJIMBAETCS PHEPTETUUECKOE PABHOBECHE, KAK MEXY TUTMEHTAMH
BHYTPH QHTEHHBI (B TCUCHUE A0JICH MUKOCEKYH), TAK X MEKAY aHTCHHOM
U PEaKLUOHHBIM LIeHTpoM. [Ipu yyacTuu MUIMEHTOB ¢ pa3IU4HBIMU
CIEKTPaJIbHBIMHM XapPAKTEPUCTUKAMU YHEPTUS HAIPaBICHHO MUTPUPYET
K HanOosee JUIMHHOBOJHOBBIM MTUTMEHTAM PEaKIMOHHOTO IIEHTpa, TIe
MIPOMCXOUT 3aXBaT YHEPTUH BO30OYKICHNS 1 TIpeoOpazoBaHue e€ B popMy
SHEPTHH Pa3CIICHHBIX 3apsioB [6].

Bo30ysKeHHbIE COCTOSHHSI MOJICKYIT SIBIISIFOTCS PEAKIIMOHHO aKTHB-
HBIMH, 1 MHOTHE MIUTMEHTHI 32 BpeMs )KU3HU BO30Y>KIE€HHOTO COCTOSHHS
CIOCOOHBI B3aUMOJICHCTBOBATH C MOJICKYJISIPHBIM KHCIIOPOJIOM, UTO TIPH-
BOJIHT K 00pa3oBaHuio ero akTuBHEIX (opM (ADK) [10]. CpoiictBa ADK,
UX POJIb B OKUCIUTENBHBIX PEaKIHIX XOPOIIo u3BecTHBL. OOpa3oBaHue
ADK Henz0exHO COpoBOKAACT POTOCHHTE3 U IbIXaHUE, OHAKO, HAPSILY
¢ peryastopaeiMu QyHKuusmMu, ADK moryt npeacraBiiars coboil u
yrpo3y AJs KUBOM KieTkH. st Heiirpanuzanun obpasyrommxcs ADOK
CYIIECTBYET psiJ PEPMEHTHBIX CUCTEM (CyNEePOKCUAIICMYTa3a, KaTasnasa,
NEepOKCHAa3a U T.J.), KOTOpbIe crIOCOOHBI 3 (PEKTUBHO HHAKTUBUPOBATD
oOpa3sytomuecs cBOOOAHbIE paaukaibl [11]. DoTocHTETHYECKIE aHTEH-
HBIE KOMIUICKCHI HAXOJSTCSL B 0COOOH IpyIIIie PUCKa, TOCKOIBKY Yepe3 HUX
MPOXOIUT OTPOMHBIN TOTOK SHEPIHH, 3a11aCaeMOM B BUJIE SHEPIUU XUMHU-
YEeCKHX CBsI3ei. bonee Toro, CkopocTh OKUCICHNUS Iy1a aKLENTOPOB EKT-
ponoB DTL] 3HaYUTENBHO YCTyNAET CKOPOCTH X BOCCTaHOBJIEHUS [12].
ITosTOMy IIpH BBICOKOM MHTEHCHBHOCTH CBETOBOTO IIOTOKA (hoTOCHHTE-
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3UPYIONIME KIIETKH HEM30€KHO OKa3bIBAIOTCS B CUTYallMH, B KOTOPOU
CBETOCOOMPAIOIINE aHTCHHBIE KOMILJICKCHI OKa3bIBAIOTCS UM BPEMEHHO
HE HYXHBI. B 3TOM ciiydae aHTEeHHbIE KOMILIEKCHI MIPEACTABIISIIOT YTPO3Y
JUTsE (POTOCHHTETHYUECKOTO aniapara 1 MeTadoJIn3Ma KIETKH, TIOCKOJIBKY
3aMeHa MOBPEKICHHBIX TUTMEHT—0EIKOBBIX KOMIIEKCOB TpeOyeT 3HAUH-
TEJIbHBIX YHEPreTHUECKUX U BPEMEHHBIX 3arpar. Hapsiny ¢ nmpocTpaHcrt-
BEHHBIM y/IAJICHHIEM aHTEHHBI OT PEaKIIMOHHOTO IIEHTPa (TaK Ha3bIBacMbIe
state transitions) [13—15], MOryT peaan30BBIBaTHCSl MPUHIMIIAAILHO
JpYyTHE PETYIATOPHBIE homozawumnvle Mexanu3Msbl. [locnennue mo3so-
JISIFOT BPEMEHHO CHU3UTH MOTOK YHEPTUU OT aHTEHHBIX KOMIUIEKCOB K
peakunonHbM HeHTpaM (PLL) poTocucrem.

OO01muM NpUHOUNOM (QYHKIMOHUPOBAaHUS (OTO3AMIMTHBIX MeXa-
HU3MOB y BBICIINX PACTEHUH W IMAHOOAKTEPUH SABISETCS BBEACHHE
B CTPYKTYPY QHTCHHOIO KOMIUIEKCAa 0CO0O0W MOJIEKYbI, CIIOCOOHON B
onpenesneHHOM (Y3KOM) MECTe MepeXxBaThIBaTh Ha ceOsl OTOK HEPTUH
BO30YIK/ICHHS 32 CYET TaK Ha3bIBAEMOTO HephOMOXUMULECKO2O MyuleHus .
JlaHHBIN Mpoliecc CHIKAET BepOATHOCTh oOpa3zoBanus ADK, u B aTom
3aKJIIOYACTCS MPUHLMIHNAIBHOE OTJIMYKE (POTO3ALIUTHBIX MEXaHHU3MOB
OT APYI'MX aHTUOKCHIAHTHBIX CHCTEM, HallpaBJICHHBIX Ha 00OpbOy C yxe
obpazoBaBmMucs ADK.

Hecmotpst Ha To, 4TO IMaHOOAKTEPHUH SIBISIOTCS M3JII00ICHHBIM
U OTHOCHUTEJIBHO IPOCTO YCTPOCHHBIM OOBEKTOM AJISl UCCIIEeNOBaHUM
npoueccoB (POTOCHHTE3a, MEXaHU3M MX (OTO3aILUTHI, OCHOBAHHBIA BO
MHOTOM Ha 6€T0K-0€TTKOBBIX B3aMMOICHCTBISIX, OBLT OTKPHIT MeHee 15 jreT
Ha3aJ1 1 JI0 CHUX IO TauT MHOKECTBO 3arajjok. CTOUT, OJJHAKO, OTMETHTH,
9TO 3Ta 00JIACTh UCCIICOBAHMI UCKIIIOUUTENLHO OBICTPO pa3BUBAETCS,
MOJTOMY BIIOJTHE PE30HHO OKHUJATh HOBBIX OTKPBITHH M YTOUHCHHH B
caMoM OJKaiIeM OyayIem.

B nanHoM 0030pe OyayT pacCMOTPEHBI COBPEMEHHBIE IPEICTABICHUS
0 CTPYKTYpHOU M (YHKIMOHAJILHONH OpraHU3alud MHIMEHT—OCIKOBBIX
1 0EJIOK—OEJIKOBBIX KOMILJICKCOB, YUACTBYIOIIMX B Peryssiuu HedoTo-
XUMUYECKOTO TYUICHUS aHTCHHBIX KOMIUIEKCOB LMaHOOAaKTEepUil —
¢uxobunucom. Kak v y BBICIINX pacTeHHH U 3€JIEHBIX BOJOPOCICH, Y
Mano0aKTepuii poib PyHKIMOHATBHON MOJICKYJIBI — TYIIUTEIS DHEPTHH
BO30Y>KIECHUSI BBIMOJIHSIOT KAPOTHHOU/IBI, OJTHAKO OCOOCHHOCTH CTPOCHHS

! JlaHHBII TEPMUH MOKET MPUMEHSTHCSI JUTSI OTIMCAHUSI JTFOOBIX MPOLIECCOB ICCH-
AUy YHEPTHHU, TPOTHBONOIOKHBIX (POTOXUMHYIECKOMY, T.€. IPUBOISIIIEMY K 3aria-
CaHMIO HEPTHH BO30YKICHUS B BUJIE Pa3/IeICHHBIX 3aps10B WM BOCCTAHOBJICHHBIX
OKBUBAJICHTOB. TeM He MeHee, B cpefe (pru3nonoroB pacreHuit HeoToXxuMHuIeckoe
TYIIEHWE YacTO M HE3aCIy)KEHHO OTOXIECTBISIETCS JIMIIb C TylIeHueM (uryopec-
LEHIMH XJIOPO(HIIa KAPOTHHOUAAMH KCAHTO(UIIOBOTO LIMKJIIA BCIIECTBHIE TEILIOBO
JIUCCHUTIAIIMN SHEPTHH.
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BOAOPACTBOPUMBIX aHTCHHBLIX KOMIIJICKCOB HHaHO6aKTepHI7[ IIPUBEJIN K
CO3MIaHUIO BOJOPACTBOPUMOM OCIKOBOW CHCTEMBI, 00€CIIeUNBAIOIICH
padoTy (OTO3aNUTHOIO MEXaHU3MA.

II. CTPOEHHUE CBETOCOBUPAIOLIINX AHTEHHBIX
KOMIIVIEKCOB HUAHOBAKTEPUU

DOTOCHHTETHICCKHIN anmapaT MHaHOOAKTEPHA, KaK W MHOTHUX IPYTHX
(hOTOCHHTETHKOB, TIPECTABIICH IBYMS B3aUMOJCHCTBYIOIINMH MEXTY
co60oit porocucremamu (OC1 u DC2). CBeTOCOOP OCYIIECTBIISETCS KOPO-
BBIMH (ITPUM. — OT aHIJI. COre) aHTEHHAMHM PeakIMOHHBIX IIeHTpoB (PL),
conepkamuMu xyopodmm [16]. Y nnanobakTepuii TOTOTHUTEIIEHBIMU
cBetocOopiukamu sBisitoTcs prukoourcomsl (OBC) — MynbTHOEIKOBEIE
KOMIIJICKCHI, PACTIOJIOKECHHBIE HA TOBEPXHOCTH THIAKOHTHOH MEMOPaHBbI
u npumbikaomue K ®C1 u @C2 [17-19]. DBC cocTosT U3 comepKaImx
XpoMoGopsl PUKOOMITMIIPOTEHHOB U HEOKPAIIICHHBIX JIMHKEPHBIX ITOJIH-
nenTuoB [20—22]. Mosnekyiibl (pUKOOUIUIIPOTEHNHOB OOBIYHO COICPIKAT
JBa BUJa cyObenuHuIl (o ¥ ), KaxKIasi U3 KOTOPBIX KOBAJICHTHO CBs3aHa
¢ (UKOOMIMHOBBIM XpOMOGOPOM, MPEACTABIISIFOIIAM COOON JIMHEHHBII
terparuppod [20]. s inanobakrepun Synechocystis sp. mramm PCC6803
(manee Synechocystis 6803 ) xapakrepasl ®BC nomyuckoBUIHON (HOPMBI,
OCHOBHBIMH (PUKOOMITHIIPOTENHOBBIMU KOMITOHEHTAMU KOTOPOU CITYKaT
C-¢puxonmanns u amnopukonuanun [17-20, 23]. Sapo ®BC, npumsbl-
Kaloliee K CTpOMaJIbHON MMOBEPXHOCTH THJIAKOMIHON MEeMOpaHsbl, pacro-
JIOKEHO B LIEHTPE TMONYANCKA U MPECTABICHO B BUE TPEX UIHH]POB,
COCTOSIIIUX U3 COCTHIKOBAHHBIX JPYT C IPYTOM TPUMEPOB aJUTO(UKOLIHA-
HuHa (puc. 1). Cesa3p ®BC ¢ porocunTeTHUECKON MeMOpaHoii obecre-
YMBAETCS JIMHKEPHBIM nonunentuaom L, (CM obosnagaer «core-mem-
brane junction»), KOTOpPbIif COCTOUT U3 HECKOJIBKUX IOMEHOB M Y4aCTBYET
Takke B coopke sipa DBC [21, 24]. Ot siapa B paiuaibHOM HalPpaBICHUN
OTXOZAT IMECTh OOKOBBIX ITMIHMHAPOB (CTEPKHEH), KaKIBIA M3 KOTOPBIX
COCTOWT U3 CTOIKH rekcaMepoB ukonmannHa (puc. 1A). DHeprus cera,
MTOTIIOIICHHOTO (pUKOOMIMHAMHE, TiepenaeTcs Ha xiopodumt PL] ®CI u
®C2, 9T0 TIO3BOJIAET YBEIUIUTH d(DPEKTUBHOCTL POTOCHHTE3A 32 CUET
UCIIONIb30BaHMsI CBETA B CIIEKTPAIBHOW 00JIACTH, TJIE TIONIIONICHUE XII0PO-
¢bumra HeaddexturHo [16, 18, 19, 25, 26].

Kax Opu10 HanmcaHo panee, MOJIEKY/bI (PUKOOMITUIIPOTEMHOB COCTOST U3
o1 } cyObeanHuIL B COOTHOMIEHNH | : 1 ¢ MOJIEKYISIpHBIMU MacCaMu OKOJIO
16 u 18 x/la, cOOTBETCTBEHHO [27—29]. ®UKOOMIUIIPOTEUHBI OTHOCAT K
KHCJIBIM O€JIKaM ¢ U303JICKTPUYECKON Toukor B obnactu 4,25-4,85 en.
pH. Mexay aBymMsi CyObeIMHALIAME OTCYTCTBYIOT AUCYIb(HUIHBIC CBSI3H,
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MPUCYTCTBYIOIIHE B 0L ¥ B CyObeIMHHUIIAX OCTATKH IIUCTEHHOB YYaCTBYIOT
B KOBAJICHTHOM CBSI3bIBAHMH XPOMO(MOPHBIX TPyl — (PUKOOUINHOB ¢
MOMOIIIBI0 THOADUPHBIX cBsizeit [30, 31]. O0s3aTebHBIMY B CBS3bIBAHUH
XpOMOQOPOB C anoNpOTeHHOM SIBIsIFOTCst ocTarku Cysa-84 n Cysp-84 [22].
JlononauTensHbIe XpOMO(OPHBIE TPYIIIBI MOTYT OBITH IPHCOCTMHEHBI K
o Wi f cyowbeaunuiie okosio 5S0-ro u 150-ro aMUHOKUCIIOTHBIX OCTAaTKOB.
Yucso xpoModopos B (o) -MOHOMEPE COOTBETCTBYET Pa3AEIEHHUIO (PUKO-
OMIMIPOTEHHOB Ha KJIAcChl, TaK, Hanpumep, (af),-MoHoMep amnopu-
KOIIMaHUHA COACPKUT JiBa Xpomodopa. DUKOOMINHBI OTHOCSTCS K
HE3aMKHYTBIM, WM JIMHEWHBIM TETPAaHppoiaM, B OCHOBE XUMHYECKOTO
CTPOCHUSI KOTOPBIX JIEXKAT YEThIPE MUPPOJIBHBIX KOJIbLA, COCTUHEHHBIX
TpeMsi MOHOYIJIEPOAHBIMU MOCTHKaMU (puc. 1A).

Jns puKoOMIMIPOTENHOB XapaKkTepHa BhIpaKEHHAsT CIIOCOOHOCTh
K camoaccouuanuu [32]. B HeneHaTypupyromux yciaoBHUsIX B paCTBOPAX
HE yAaeTCsl MOIYYHUTh OTIAENICHHBIE APYT OT Apyra o ¥ B cyObeIMHUIIBI
($UKOONIUITPOTENHOB, 00Pa3yIOIINX AaKe B KpaiiHe HU3KOH KOHLIEHTpa-
muu (~107 M) (of)-reTepoauMepbl, KOTOpbIE TPUHATO (XOTS M MEHEe
KOPPEKTHO) Ha3biBaTh (03) -MoHomepamu. [ToBepxHoCTS (03), -MOHOMEPOB
ruapodoOHa, YTO 0OecIeUnBacT UX CTAOMIBHOCTH TOJIBKO TPH HU3KOU
noHHOoH cuite [33]. Camompon3BoILHAS OJTUTOMEPHU3AITHS CHITBHO 3aBHCHT
OT KOHIIEHTparuu Oeka, u yxe npu 10° M B pactBopax npeo0imaarT
(ap),-Tpumepst u (af), -TekcamMmepbl PUKOOUIHUIIPOTEMHOB.

ComracHO peHTTeHOCTPYKTYPHBIM JJaHHBIM, O- U B-IIOJIUIIEITHIHbIE
CyOBEIUHUIIBI COJIEPIKAT MO JIBE IIMUIBKA M BOCEMb (-CITHPATBHBIX
YYacTKOB, 32 CUET LIECTH M3 KOTOPBIX hopMmupyeTcs o01iast IoOuHOBast
cTpykTypa 3THx 0enkoB [17, 27, 34]. XpomodopHbIie IpyIibl pacioia-
raroTCs B MIPOMEXKYTKaX (KapMaHax) MEXKIY o-crrpaisiMu. OcTaBImecs
JIBE Ol-CITUPAITH U JIBE IITNHIIBKH Ka) 101 CyObeMHUIIBI 00pa3yroT B3auMo-
JNEHCTBYIONUE JIOMEHBI, 32 CYET KOTOPBIX MPOUCXOIUT 00pazoBaHUE
(ap),-MoHOMEPOB. B cBOIO 04€pEIb, MOHOMEDPHI, KOTOPIE MMEIOT IIPOCT-
paHCTBeHHYIO QOopMy AyT, 00pa3ytoT rUAPOPOOHBIH KOHTAKT MEXIY
0-CyOBeIMHHLICH OHOTO MOHOMEpPA U B-NOJHUIENTHIOM CIIEAYIOIIETO,
3aMBIKasICh B KOJIbLICOOpa3HbI TpuMep. Bee Tpumepsl, He3aBUCUMO OT
TUNa GUKOOMIHITPOTENHOB, UMEIOT (POPMY IJIIOCKUX AUCKOB AUAMETPOM
11,5 v TonmmuuHO# 3 HM € OTBEPCTHEM TPEYTONBbHON (POPMBI, HAXOAALIUMCSI
B IIEHTPE JINCKA U TaKke paBHBIM 3 HM [31, 35] (cm. puc 1).

Ocoboe MecTo cpeau GUKOOMITUIPOTEMHOB 3aHUMAIOT ajuIo(uKoIHa-
HuHBI (ADLI), MOCKONBKY WX CTPYKTypa U (HOTOPU3NIECKUE CBOWCTBA
obecrnieunBatoT 3(h(hEeKTUBHBIN 3aXBaT SHEPTUU BO3OYKIEHUS OT KOPOT-
KOBOJIHOBBIX (popM purobmmunporenHoB — pukonnanuna (OL) n puxo-
SpUTPHUHA U Tepeady dHEPruu Bo30yKICHUS TaK Ha3bIBAEMBIM TEPMHU-
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Puc. 1. A — Cxemaru4Hoe npe/icTaBlICHHE Y4acTKa (POTOCHHTETUYECKOW MEMOpaHbI
uaHobakTepui, conepxaniero gumep GporocucreMsr 2 (PC2, OTTEHKH 3€IEHOTO
L[BETA) C KOHTAKTUPYIOIIEH PUKOOHIMCOMOH (CTEpPIKHU U3 (PUKOIIMaHUHA TTOKa3aHbl
CepbIM, KOMIIOHEHTHI WJIMHIPOB SIpa — CHHUM U IyPITypHBIM IIBETOM). BeTaBkn
TMOKa3bIBalOT CTPOCHUE OAHOTO U3 6a3aan1>1x OUJIUHAPOB fAApa U CBA3aHHBIX
xpomodopoB. CripaBa OT cxeMbI IpuBeeH «cpe3» PBC Ha ypoBHE pacioNoKeH s
TepMUHaIBHBIX AMUTTEPOB (TD), xnopoduuiet GC2 moka3aHbl 3€JICHBIM LBETOM,
OCP —sxenTbiM 1 OpaHkeBbIM, L — duoneToBsM. Mojie/lb HOCHT HILTIOCTPATHBHBIN
XapakTep M MOCTPOeHa Ha 0CHOBe Kpuctaiutorpaduyeckux crpykryp OCP, ADI] u
OC2 (PDB 1M98, 1ALL u 3KZI, COOTBETCTBEHHO).

b — xapakTepHblIit U SKCIIEPUMEHTOB i1 Vivo (Uit MyTaHTOB, JiumieHHbIX OC1
u 2) u in vitro BUJ KMHETHK 3aryxaHus QuyopecueHinu ®bC o u nocie akTuBa-
u OCP-3aBUCHMOTO HE(POTOXUMHUECKOTO TYIICHHUS. YKa3aHbl BpEMEHA JKHU3HU
(hiryopecleHIIMH OCHOBHBIX KOMIIOHEHT KHHETHKH.

B — nokanuzanus sHeprun Bo3Oyxaeaus B cucteMe ®BC—PII-OCP cormacHo
MOJIEIH «9HEPreTUUeCKO BOPOHKMY. 1. M30mipoBaHHbIe PUKOOMIMIPOTENHBI XapaK-
TEePU3YIOTCS BPEMEHAMH KH3HU BO30YKIEHHOTO COCTOSIHUSI mTopsiaka 1,6 He. 2-3. B
KOMIIIEKCE U3 HECKOJIBKUX CIIEKTPATBHBIX (OPM (PUKOOMITUITPOTEHHOB HAOIIOIACTCsI
HEepPEeHOC YHEPTUH BO30YKICHUS OT KOPOTKOBOJIHOBBIX ()OPM K JUTHHHOBOJTHOBEIM.
Mabrii sHEpTreTHUECKHIA 3a30p MEXTY MeKTpoHHBIME ypoBHsIMU ADL] u TO npuso-

Oxkonuanue noonucu k puc. I cm. Ha ci. cmp.
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Oxonuanue noonucu k puc. 1

JTUT K TOMY, 9TO ITPU (PH3HOJIOTUIECKUX TEMIIepaTypax mpoucxoaut ooparHbiit (uphill)
nepenoc suepruu. B siagpe @BC xommuectso T Ha nopsinok menblie, uem ADLL. [Tpu
BBICOKHX TeMIlepaTypax, iMeHHO ADL] BHOCHT OCHOBHO BKJIaJ BO (hIIyOpECIEHIINIO
®BC, B TO BpeMs Kak NpU HU3KUX Temreparypax ¢ayopecuupytor TO. 4. Korna
OBC csazana ¢ OC, ocymecTBisAOLIEeH pazaeneHue 3apsioB (POoTOXMMHUYECKOE
TYIICHUE), SHEPTHUS 3IEKTPOHHOTO BO30YykaeHust ®BC s dexTrBHO nepeaaercs Ha
xsopoduuiel GorocucteM. IIpu yBeIMUCHUN MHTEHCUBHOCTH CBETOBOIO I1OTOKA
MIPOUCXOIUT OBICTPOE BOCCTAHOBJICHHE AKIENTOPOB 3JEKTPOHA NOCTYyHHBIX PIL]
(oTocucTeM M, COOTBETCTBEHHO, CHMXEHHUE 3()(HEKTUBHOCTH (HOTOXUMUYECKOTO
tymenus. OnrHoBpeMeHHo npoucxoaut aktuBanust OCP u ero cBsf3pIBaHNE C CAlTOM B
sape DBC (5), B pe3yabrare 4ero nosiBisieTcsl IOTMOMTHUTENILHBIN KaHA Ie3aKTHBAIIMN
BO30Y>KI€HHUS.

HabHBIM dMuUTTEpaM (TD) u xstopodmiiaM peakIOHHBIX IEHTPOB (CM.
puc. 1). B psine paGoT aBTOpbI OTMEYAIOT CIOKHYIO CTPYKTYPY CIIEKTPOB
nornomieHust TpumepoB ADIL] [28, 36], a Taxke 3aBUCHMOCTH (DOPMBI
CIIEKTPOB OT TeMIieparypsbl [33]. OCHOBHON MaKCUMYM B CIIEKTPE MOIJIO-
meHus (650 HM) CBA3BIBAIOT C 00pa30BaHUEM TPUMEPOB U B3aMMOICHCT-
BHEM XPOMO(OPOB, HAXOIAIMUXCS B cocennux (af) -monomepax. [pn
TTOBBIICHUN TeMTIEpaTyphl 110 45 °C B3anMOACHCTBHE MEKITY XPOMOQO-
paMu HapyIIaeTcsl, IpU 3TOM B CHEKTpax IOIIOIICHHS yBEIUMUMBAETCS
BKJIAJT KOMITOHEHTHI ¢ MAKCUMyMOM 610 HM, 9TO COOTBETCTBYET ITOTIIOIIIC-
Hut0 MoHOMepoB. ADII, kak u npyrue pUKOOUIUIPOTEHHBI, OTHOCHTCS K
KJIACCY BOJIOPACTBOPHUMEBIX OCITKOB, M BAKHEHIITUM (HaKTOPOM, BITUSIOIITAM
Ha cBoticTBa ADLI, IBISIOTCS CIIOKHBIC B3AUMOICHCTBHS B CHCTEME XPO-
Modop—0Oenok—Bona. M3MeHeHHe TeMIepaTyphl SBISETCS BaKHEHITHM
(axTopoM, BIUSIIOIIUM Ha SHEPTHUIO B3aUMOJICHCTBHUS B TAKUX CUCTEMAX
[37-39].

OcobenHoctH cTpykTypHO# opranu3aiuu ObC u GUKOOHITUITPOTEHHOB
HEOOXOJMMO YYUTBIBAThH MPH MPOBEJCHUN dKCIIEpUMEHTOB. Hanpumep,
OpU HUBKUX TeMIepaTrypax oOpa3oBaHHE KPUCTAJUIOB JIbJa BHYTPH
MOJIOCTH TpUMEpa MOXKET MPUBOIUTH K HAPYLIEHUIO €T0 CTPYKTYpHI,
COMOCTaBUMOMY C MOHOMEpH3aLMEN, YTO COIIPOBOXKAAETCS CHIDKEHUEM
KBaHTOBOTO BbIX0Jla ()JIyOPECUECHIIMH U MCKAXCHUSIMU CIIEKTpa, HE
CBSI3aHHBIMHU C M3MEHEHUEM 3()()EKTUBHOCTH MUTPALMU SHEPTUU WIN
OpyruMH (GU3UOIOTHIECKH 3HAYMMbIMU nipoueccamu [37-39]. IlosTomy
JUTSl IPaBUJIBHOM MHTEPHpPETallMy U aHaln3a HU3KOTEMIIEPaTypHBIX
cnektpoB ¢uryopecuenuun ®BC in vitro unu B KiIeTkax HUaHOOAKTEPHU
HeoOXxoauMa MpaBWIbHAS MOCTAHOBKA 3KCIEPHUMEHTA: ONTUMHU3ALNS
CKOPOCTH 3aMOpaKUBaHusl, 10OaBICHNE KPHOIPOTEKTOPA, NCTIOIb30BAHHIE
BPEMSI-Pa3pELICHHBIX METOOB [UIsl OLICHKH BPEMEH KHU3HHU U aJleKBaTHasI
HOPMHUPOBKA MHTEHCHBHOCTHU cUrHana ¢guyopecueHiuu. Cnenyer orme-
TUTb, 4TO Komiiekcbl DBC in vitro MOryT pacmnanarbCsi Ha OTIENIbHbIE
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CTPYKTYpPHBIE 2JIEMEHTHI (CTEP:KHU U siApa — CM. puc. 1 A), HarrpuMmep, pu
WCTIONIb30BaHUH ITIMIIEPHUHA B KadecTBe KpruornpoTekropa [40]. Hapymienue
nenoctHoctTd ®bC nmpuBoAUT K pocTy KBaHTOBOro Bbixoaa LI, wu,
COOTBETCTBEHHO, CHWKEHUIO KOHTPAacTa M3MEHEHHH WHTEHCHBHOCTH
(ryopeceHIIH TP H3yYeHHH HE(OTOXUMHUUECKOTO TymeHus. IMenHo
MOSTOMY B HEKOTOPBIX paboTax MCCIeA0BaTeNIn UCTIONB3YIOT siapa OBC
KaK yIPOINEHHBIN 1 00Jiee CTa0MIbHBIN MOJICIIbHBINA 00BEKT.

I1I. OBHAPY KEHUE MEXAHU3MA TYIIEHUA
OJIYOPECIHEHIIMU ®UKOBUNJINCOM

[ToaHOCTBIO CeKBEHHPOBAHHEBIM F'€HOM U CITOCOOHOCTH K (hOTOTeTepOTpOdh-
HOMY POCTY CJeJali OJHOKJIETOUHYIO ITHAaHOOAKTEpHI0 Synechocystis
6803 ymoOHBIM 00BEKTOM TSI UCCIICTOBAHMS OCIIOK-OCITKOBBIX B3aUMO-
TIEHCTBUH 1, B YaCTHOCTH, PETYIISAIIAN ITPOIIECCOB CBETOCOOPA M TETIIOBOM
MACCUTIAIINN dHEPTHH B MUTMEHT-O0ETKOBEIX KoMmiuiekcax dBC [32].
[Tockonbky in vitro skcepuMeHTsl ¢ @BC cBSI3aHBI ¢ PSIAOM METO-
MUYECKUX OTpaHWYeHHUI (CM. HUXKE), MONMydeHrue MyTaHToB Synecho-
cystis 6803, MUIIEHHBIX OJHOTO W HECKOIBKUX KOMITOHEHTOB (DOTO-
CHHTETUYECKOTO arrapara, Mo3BOJIMIO MCCIeI0BaTh MHOTHE (DYyHKITHH
n ocobennoctn ®bC in vivo. Hanpumep, nHTEpecHbIEe JaHHBIE OBIITH
nosryuensl ¢ moMotibio MyTanToB CK 1 PAL [25]. B ®BC myTanTa CK,
B pe3yJIbTaTe JIENICIIUU YETHIPEX TEHOB, OTCYTCTBYIOT 0~ U [3-CyObeIMHHIIBI
¢uKOoIIMaHWHA M JBa JUHKEPHBIX mojunentuaa. ¥ myranta PAL B
pe3ynbTare BBeIEHUS JOMOIHUTEIbHBIX JeJIeUi B TeHbl, KOJUPYIOIne
cyobenuannbl AL, monHOCTRIO yTpaueHa (UKOOMIUIIPOTEHHOBAS
aHTEHHA, YTO MOATBEPKACHO JaHHBIMU HMMMYHOJIOTHYECKOTO aHaIu3a 1
¢nyopecuentHo# ciektpockonun [41]. CpaBHEHHE CKOPOCTH BOCCTAHOB-
JICHUS IEPBUYHOTO XMHOHHOTO aKkienTtopa 31ekrpoHa B @C2 no3Bonuiio
YCTaHOBUTB, uToO siipo PBC yBenuuuBaet 3(p(peKTUBHOE CEYEHHUE MOTTI0-
menust ®C2 B 2,5 pasa, a Hanuuue B ObC nononHuTeIbHBIX HUIUHAPOB
n3 @I (crepxueit) yBennuusaeT 3¢ dexTuBHOCTH cBeTocOopa PC2 Ha
nopsinok [16, 19, 25, 34].

Wnest 0 TOM, 94TO IMaHOOAKTEPHH TaK Ke, KaK U XJIOPOTUIACTHI BBICIITHX
pacTeHuni, criocOOHBI K TETUIOBOW JMCCUTIAIINH TOTIIONEHHON SHEPTUH
CBETa, CyIIeCTBOBaNA JIaBHO. B WacTHOCTH, P M3YYEHUHU afarTaIriui
uaHoOaKTepuil K kenToMy cBeTy B 1986 romy ObIIO MOKa3aHO, 4TO B
TaKHX yCIOBHSIX HAOIIOMAETCs AUCCUTIAIIHS OKOJIO0 35 % 3HEpTuu, moryio-
menHoi ®BC [42]. OxHako KOHKPETHBIM MEXaHNU3M U CTICKTP aKTHBAIIUN
3TOTO Tpo1iecca OBUTH BBISBICHBI JIUIIB CITYCTS 15 JeT.

IIpu u3ydennu m3menenus cocrossaus DTLI (state transitions) u
BIIUSTHUS HAa HETO TEKy4eCTH MeMOpaH ObUT BHOBH OOHApPY)KEH TPOIECC
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0e3bI3TyuaTeNnbHOM (TeTUTOBOM) quccHunauy dHeprun. [Ipu Bo3nelicTBun
WHTEHCHUBHBIM CHHUM CBETOM HCCJICIOBATEIIM HAOMIONAIA OOpATHUMBIA,
HE3aBHCUMBIN OT TEMIIEPaTypbl, THTHOUTOPOB OEIKOBOTO CHHTE3a U O110-
KaTOpOB BOCCTAHOBIICHHsI YOMXWHOHA MPOLECC TETUIOBON JMCCHIIAIH
sneprui [43]. CienoBaresnbHO, 3TOT IPOLIECC He ObUT 00YCIIOBIIEH MTOBPEK-
neHueM komnoHeHToB @C2 (mporiecc oOpaTuM Aake B MPUCYTCTBUHU
WHTHOMTOPOB TPAHCISILIUK) M n3MeHeHueM coctosiaus DT (oxucienue
myJsia yOMXUHOJIOB HE BIMAJIO Ha mpouecc). OHaKo Npupoa U MEXaHu3M
3TOTr0 Mpoliecca OCTABAIUCH COBEPLIEHHO HETTIOHATHBIMHU.

CrenyeT OTMETHUTD, YTO CHIIbHOE IIEpEKPhIBaHUE CIIEKTPOB (uryopec-
ueHuuu xjaopoduia porocucrem u @BC (mpu KOMHATHOH TemIieparype),
a TaKKe HAJIMYME MEePEXOIHBIX MPOLECCOB, CBSI3aHHBIX C M3MEHEHHEM
KBaHTOBOTO BbIXona (uryopecueHuun xiaopopumia OC2, 3aTpyaHsioT
OLICHKY BIJIMSTHHMS PA3IMYHBIX 3KCIEPUMEHTAIBHBIX (PaKTOpoB Ha (uryo-
pecuenuuo OBC [25]. [To3ToMyY BasKHBIM ATAOM ISl U3yYEHUSs IPOLIEC-
COB peryJsiiuu TerioBor auccunanuu 3ueprun B ®bC crano co3nanue
MYTAHTOB, JIMIIEHHBIX (GoTocucreM. Vcnonb3oBanue myTtanra Synecho-
cystis, mumeHHoro ®C2, no3pommno M.I. PaxumbepaueBoii ¢ cCOaBT. B
nmaboparopun H.B. Kapanetsna B unctutyte Onoxumun uMm. A.H. baxa
MIPOBECTH IETATLHBIN aHAIN3 CIIEKTPpa ACHCTBUS (aKTHBALINH ) TETIIOBOM
TACCUTIAITAY dHepruH [44, 45]. Brlio BIiepBbIe TOKa3aHO, YTO HHTCHCHB-
HBII CHHE-3€JICHBII CBET BhI3bIBaeT oOpatumoe 40 % Tymenue dryopec-
nernu OBC, a hopma criekTpa ASHCTBUS COOTBETCTBYET XapaKTEPHBIM
S0—-S2 mepexomam B CEKTPE MOITIOMICHUS KapOTHHOUAOB. [lomydenHbie
JTaHHBIE CBUETEIHCTBOBAIN O CYHIECTBOBAHMU HEKOW HEM3BECTHOMN
(opMBI KapOTHHOHIA, (PETYIIUPYEMO) B3aUMOJICHCTBYIOIICH C BOJIOPACT-
BopuMbiMu PBC, 1, COOTBETCTBEHHO, 3Ta (PopMa TaKKe J0JDKHA Oblia
OBITH BOZIOPACTBOPUMOIA, YTO, OJTHAKO, HE COOTBETCTBOBAJIO (PH3HKO-XHMH-
YEeCKHUM CBOMCTBaM KapOTHHOUIOB.

HecMmotpst Ha TO, 4TO BOJOPACTBOPUMBII OCIIOK, CONIEPIKAIIUN Kapo-
TUHOUJI C HEM3BECTHOM (PM3MOIIOTUIECKON aKTUBHOCTBIO, OBUT OTKPBIT U
0XapaKTepU30BaH 3310JIT0 JI0 SKCIIEPUMEHTOB PaxuMOepnueBoii ¢ coasT.,
MOTpe0OBAIOCH eI1le HECKOJIBKO JIET JUIs BBISIBICHUS (PYHKLIUH OPaH)KEBOTO
kapoTuHou-cBs3biBatoniero oenka (OCP — ot anri. Orange Carotenoid
Protein). Dot miar 6bu1 crienad B padote rpynmnsl Juanst Kupunoscku ¢
coasrT. [46], KoTopasi moKa3aia, YTO MHAaKTHBALMs reHa s/ 963, kopupyro-
mero 6enox OCP B Synechocystis 6803, TpUBOIUT K MOJHOMY HCYE3-
HOBeHHUIO TymieHus: (yopecuenunn ObC B kneTkax nupanodakTepuii Ha
MHTEHCHUBHOM CHHE-3€JICHOM CBETYy. Pe3yibTaThl 3THX HKCIIEPUMEHTOB,
0e3yClIOBHO, SIBUWINCH IPOPHIBOM B IOHUMAaHUHU PETy/SIIAN (POTO3AILNT-
HBIX MEXaHU3MOB B KJIETKaX LIHAHOOAKTEPHil.
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B nmanpreimmux pabortax rpynms! Jl. KupunoBcku Hanwmame miau
orcyTcTBre TymeHus (uyopecrenunn ObC in vivo cTano KIoueBbIM
KpHUTEpHEeM OIeHKH (P QeKTHBHOCTH OETI0K-0EIKOBOTO B3aUMOICHCTBHS
Mexay OCP u yuactkom @bC [47-49]. OgHako OTCyTCTBUE TOHUMAHUS
Mexanusma jieiicteug OCP B uTore npuBeso K TOMy, YTO Pe3ybTaThl ITHX
9KCTIEPUMEHTOB B JJAHHBI MOMEHT TPEOYIOT CEphEe3HOTO MEPEOCMBICIEHUS
(cM. creayrole pasieisl 0030pa).

Eme B panHux paboTax 0TMEYaaoch, YTO aJanTanus KJIETOK [HUaHo-
OakTepuii K CHHE-3eJIeHOMY CBETY BHICOKOH HHTCHCUBHOCTH IPUBOAUT HE
TOJIBKO K CHM)KEHHIO MHTEHCHBHOCTHU (prryopecuenunn @BC, Ho Takke U
M3MEHEHUIO POopMBI criekTpa ¢uyopecueHuuu. [locie akruBanyum mexa-
HU3Ma JUCCUTIALUU SHEPTHH HHTCHCUBHOCTD (PIIyOpEeCLEHIIMY B 00JIaCTH
660—680 HM CTAaHOBUTCS 3HAYUTEIHHO HUKE, YTO OBLIIO HHTEPIPETUPOBAHO
KaK B3aUMOJICHCTBHE TYIIUTEIIS C HEKMM CATOM, HAXOJISAIIIMMCS IMEHHO
6 s0pe ®BC [50]. D1y nzero (TouHee, HEBO3MOKHOCTb U HEIP(HEKTUBHOCTD
B3anmoneicTBus OCP ¢ huKOIMaHMHOBBIME CTEPIKHSMU) TIOZICPIKAIIH
BCE TPYNIIBI UCCIE0BaTeNIeH, YTO TIO3BOJIIIIO CY3HTh 00JacTh IOUCKA
caiita 6enok-6enkoBoro B3anmmoseicTBust OCP u ®BC no sapa OBC,
cocrosimiero u3 A®II 1 TepMUHAIBHBIX YMUTTEPOB.

CHImKEeHIE HTHTEHCUBHOCTH (uryopectieHnnu DL cBs3aHo ¢ BRICOKOI(D-
(heKTHBHBIM ITEPEHOCOM SHEPTUN BO30YKICHHS OT KOPOTKOBOIHOBEIX (hOpM
oenkoB (PI1) k mmrHHOBOTHOBEIM (T3). [I)Ist H3ydeHuUs 3THX TIPOIIECCOB
OBIITM TIPOBEICHBI UCCIIEOBAHUS C TMIOMOIIBIO CIIEKTPO(IyOpUMETPHH
BBICOKOTO BPEMEHHOTO Pa3peIIeHUs U TEOPETHICCKUE pacdEThl [51-56].
bruto yecranosieno, uto akruBamus OCP-3aBICHMOTO TYIIECHHSI B OTCYTCT-
BHE (POTOCHUCTEM in Vivo, a TAKKe B IKCIIEPUMEHTAX in Vitro, IPUBOIUT K
CHHXPOHHOMY U COTIOCTaBUMOMY IT0 YPOBHIO CHIKEHHIO HHTEHCHUBHOCTH
¢uryopecueniiuu OBC u cokparienuo ee uTeabHocTd Ha ~ 90 %. D10
CBUJIETENLCTBYET O TOM, 4T0 OCP—3aBuCHMOE TylieHne (IyopecIieHIINH
00yCII0BIICHO 3aXBaToM SHepruu Bo30y:xaeHuss @BC Monexynoi TymmTes
(kapoTHHOHIOM). Bpemst xu3HM BO30YKIICHHOTO COCTOSHHSI KAPOTHHONA
(S2) B oprannveckux cpenax win B cocrae OCP ne npespimaer 10 mc
[52, 57-59], uTo Ha 2 mopsAaKa MEHBIIIE XapaKTEPHOIO BPEMEHHU JKU3HU
BO30YXJIEHHOTO cocTOosiHUs (pukoOunmunpoTenHoB (~1,6 uc). Takum
o0Opa3oM, niepeHoc 3Hepruu Bo30yxkaeHus ¢ xpomopopoB ®bC na OCP
NPUBOAXT K UICUE3HOBEHHUIO BO30YKICHHOTO COCTOSTHHS 32 CUCT TEIJIOBOU
JMCCUIIALIUH, & CKOPOCTh IIEPEHOCA SHEPTUH onpeiesieT 3PPEKTUBHOCTD
TyueHust GpayopecueHuun. BaxkHO OTMETHTB, YTO, COIIACHO AaHHBIM [57,
59], u ucxonHnas, u ¢poroakruBupoBanHas ¢popmel OCP obnanatoT npak-
TUYECKU OJJMTHAKOBBIMU BPEMEHAMH JKU3HU BO30YKICHHOTO COCTOSHUS,
ClIeIoBaTeNbHO, Naxe (pusnonorndecku HeaktuHas OCPC nmoteHaibHO
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SIBJISIETCS IPEKPACHBIM TYIINTEIeM BO30YKIeHNs. DTO ITOJUEPKHUBACT POITh
Oenok-0enkoBeIx B3aummozeicTBuit Mmexxry OCP u ®BC kak HeoOxomm-
MOTO YCIIOBHS ISl aKTUBAIUK (OTO3AIMUTHBIX MEXaHU3MOB, IPH 3TOM
TPHUITEPOM ITHX B3aUMOICHCTBUH, B CBOIO OUEPEb, SIBIISETCS H3MEHEHNE
Oenok-xpomMo(opHbIX B3aumozaeicTBuil B Monekyie OCP (cM. Hike).

B pa6ote [54] ObUIO MOKa3aHO, YTO MEPEXO] MEKAY COCTOSIHUSMH
(norymennsle u Henorymenusie BC) xapakTepusyeTcs: MIaBHBIM
M3MEHEHHEM JJTUTEIBHOCTEH U BKJIaJI0B KOMIIOHEHT KHHETHUKH 3aTyXaHUs
¢nyopecuenmu @bC. DTo TOBOPHUT 0 HOCTENIEHHOM W3MEHEHUH PACCMOsi-
HUsI M@Ky TOHOPOM U aKL[ETITOPOM SHEPTUH BO30YKICHUS, a HE 00 H3Me-
HeHuu Aouu notymeHHbx @bC 3a cueT MrHOBEHHOTO 00pa3oBaHusl/ uc-
coumnanuu kommiekca OCP—®BC. Jlanublii hakT ObUT HHTEPIPETHPOBAH
Kak TpOSIBIIEHUE MEXMOJIEKYJIIpHOro B3aumozeicTeuda mexay OCP u
caiiToM ero cBS3bIBaHUS Ha (PUKOOMIIMCOME, YTO CTUMYIMPOBAIO AaJlb-
Helmee uccaenoBanue KoHpopManuoHHblx u3mMenenuit OCP mpu ero
(hoToaKTHBALINY in Vitro.

Kak ormeuanoce Bble, sHepreruueckoe B3aumozeiictsue OCP u
OBC M0xkHO paccMaTpuBaTh B pamkax Teopur @épcrepa. OqHako pacuer
PacCTOSTHUS MEKIY TOHOPOM M aKLENTOPOM 3HEPIHM, OCHOBAHHBIM Ha
M3MEHEHUSAX KBAaHTOBOI'O BBIXOJA JOHOPA, SIBJISETCA HETPUBUATIBHON
3amaueit, ToCKoNbKy repexon SO—S1 3amperieH 1mo mpaBuiiaM CHMMETPHH,
HO3TOMY O MOJIOKEHUHU S1 HEBO3MOXKHO CYIUTH I10 CIIEKTPAM IOIVIOIIEHHS
OCP. Uccnenosanust OCP ¢ momoripio heMTOCeKyHIHOM a0COpOIMOHHON
CMIEKTPOCKOIIMH TTO3BOJIMIIA O0HAPYXUTHh YpoBeHb S1 B paiione 714 HmM
(1,74 »B) [60]. B 10 e Bpems, ypoBeHb S| TepMUHAIBHBIX YMUTTEPOB
cootBeTcTBYeT SHeprun ~1,81 3B (685 HM), 4TO 3HAUUTETBHO HUXKE YPOBHS
S2 kaporunouna B OCP® (510 uwm, 2,43 3B). Takum 00pa3oM, CIIEKTp
¢yopecueHy GUKOOUIMCOMBI HAMHOTO JTyHIIIe TIEPEKPHIBAETCS C TOT-
somenueM S0-S1, uem S0-S2 OCP. Onupasich Ha 3KCTIEpUMEHTaIbHbIE
naHHble 00 ¢ pexruBHOCTH Ty1eHus (yopecuenimy ®BC npu B3anmo-
neiicteun ¢ OCP [54, 56] u umetromuecs: moaenu komruiekcoB OCP—OBC
[61-64], MmOkHO pemHuTh 0OpaTHYIO 33/1a4y U OLICHUTH BEJIMUUHY UHTET-
paina nepekpbiBanus cnekrpa nortomenust OCP u dmyopecuenunu siapa
¢ukoOunucomsl. PacueTsl Moka3pIBarOT, 4T0 HabIIOIAaEMBbIe B JKCIIe-
puMeHTe 3(PPEKTUBHOCTH MHUTPALMM SHEPTUU HE MOTYT OBITh JOCTHI-
HYTBI, €CIIU OCYIIECTBISAETCS MEPEHOC UCKIIOYUTEIBLHO HAa YPOBEHb
S2 xaporuHouzpa. 3To 00yCIOBIEHO MaJlOH BEJIMYMHONW MHTETpaja
nepekpbiBanus crnekrpa ¢uyopecueHuuu aapa @bC u nornomenus
kapotuHousa S0-S2. CrnencrBueM 3TOro SIBISIETCS HU3Kasi CKOPOCTh
MUTpaLUH SHEPTUH, KoTopas He no3sonuia 061 OCP KOHKypupoBarh ¢
PEaKMOHHBIMU LIEHTpaMH (POTOCHUCTEM 3a MOTOK 3HEpruu. Ilockonbky
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HaOII0IaeMble B AKCIIEPUMEHTE CKOPOCTH MUTpanuu dHeprun oT ObC
K OCP 3HauMTENBHO BBIIIE, MOKHO YTBEP)KIATh, 4YTO B DHEPTETHUECKOE
B3aMMO/IEIICTBHE BOBIICUEHBI U IpyTHe eKTpoHHbIe ypoBHH OCP. KBan-
TOBO-MEXaHHUECKHE PACUEThI MTO3BOJISIOT TEOPETHUECKH OLIEHNUTH BKJIA]T
9HEPreTUYECKOTO B3aUMOJEHCTBUS MEXK Y BO30YKACHHBIM COCTOSHUEM
O®BbC un snexrponHbIMU ypoBHsIMH OCP, a Taxke paccuutarh COOTBET-
CTBYIOIINE KOHCTAHTHI CKOPOCTEH MUTpAIUU SHEPTUU [55], oqHAKO MpHU
MOCTPOSHUH MOJICJIN HEOOXOAUMO ONUPATHCS Ha JaHHbBIE, MOyYCHHbIC
13 SKCIIEpUMEHTA.

IIpn mHTEepnperannu KUHETUYECKUX AAHHBIX CIEAYeT YUUTHIBATh
CUJIBHOE IMEpPEKPbIBAHUE CIEKTPOB MOIJOWEHUS U (DIyopecueHunun
A®II 1 TepMUHAIBHBIX SMUTTEPOB, KOTOPOE MPUBOAUT K TOMY, UTO TpU
KOMHATHO# Temmeparype Habmomaercst oopatusiid (uphill) mepenoc
SHEPrUH BO30YKICHHS OT TEPMUHAIBHBIX 3MUTTEpOB K ADI] [53, 54].
Cnenyer OoTMETHTh, YTO OleHKa BiausHUs OCP-3aBUCHMOroO TyHICHUS
¢dryopectiernmun OBC Ha mporiecchl nepeHoca dHeprun BHYyTpu ObC
C MOMOIIBIO CHEKTPOGIYyOPUMETPUHN C MHUKOCEKYHIHBIM BPEMEHHBIM
pasperIeHNeM U HOCIEAYOMNM [I00ANbHBIM aHAJM30M JaHHBIX MaJlo
MH(pOPMaTUBHA, ITIOCKOJIbKY COKpAIllEeHHE BPEMEHH JKU3HH (PIyopecLeH-
LY TEPMHUHAJIBHBIX SMUTTEPOB, PACCMAaTPUBAEMBIX B POJIM aKLEITOPOB
SHEpPruu BO30YKICHHSI B MOZICITH, BIHsIeT Ha (hopmy (ppoHTa Hapac-
TaHUs! (UIyOpeCLEHLUH U, COOTBETCTBEHHO, HA KAXKYIIMECsS KOHCTAHTbI
CKOpPOCTH TIEpeHOCa dHEPruu [56], 9TO MO CyTH JeTaeT CpaBHECHHE
HEKOppeKTHBIM. BeposaTHo, oOpa3zoBanue komrmiekca OCP ¢ ®bC nHe
BIUSET HA CKOPOCTh MUTPAIMH SHEPTHH MEXIY PAa3IMYHBIMH CIEKT-
panpHBIME (hopMamu DL, TpH TUIOTHOCTSIX IMOTOKOB BO30YKIAIOIIETO
CBETa, UCKITIOYAIOIINX OJJHOBPEMEHHOE BO30YK/I€HHUE HECKOIbKUX ITHT-
MeHTOB. Habromaemblie B HOpMabHBIX yCIOBUSX d(DEKTHI (CHUKEHHE
JUINTENTBHOCTH (uIyopecieHn Beex Gpopm) roBopst 00 3ddhexkTuBHOI
pasrpyske Bo30yKaeHHOTro cocTosiHust XpoModopoB B siape DBC, pacrono-
JKEHHBIX HanOosee 0mu3ko k Mecty koHTakTa OCP u ®BbC u kapoTuHOH/TY,
COOTBETCTBEHHO, COKPAICHUE JJTUTEIbHOCTH (IIyOPECHCHIIME XPOMO-
($opoB Baamu OT spa 00yCIOBICHO CHUKEHUEM BEPOSITHOCTH 00PaTHOTO
nepeHoca SHEPruy U BKIIaAa (IyopeceHINH JTUHHOBOIHOBBIX (JOPM.

K coxxanenuto, coxHOCTb U3MEPEHNS U UHTEPIIPETALIUN JAHHBIX O
BpEeMEHaX >KU3HH (UIyopeciieHINH (KaK U B CITydae ¢ MHOKECTBOM APYTUX
00BEKTOB) MPUBEIH K TOMY, YTO JAHHBIE O HAJIMYUH UIT OTCYTCTBUH TYyILE-
nust ®BC in vivo na pane untepecHsix MytanToB OCP Obuy noydeHsl ¢
MOMOIIbIO METOIOB CTAlIMOHAPHOM criekTpockonuu [47, 49, 65]. [Toatomy
BOIPOC O CIIOCOOHOCTH K TYILIEHHIO Pa3IMYHBIX CHEKTPAIbHBIX (OpM
myTanToB OCP ocraercst oTKpbIThIM. OAHAKO TOCTOBEPHBIM, CYIs I10
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BCEMY, SBIISIETCS YTBEpKAeHHE, uyTo callT B3anumozeiictsust OCP ¢ ®BC
naxonutcs B N momene OCP, mockonbKy B orcyTcTBUE C momeHa N-KOH-
ueBoit pparment OCP, nonyunsimii HazBanue RCP (ot anrn. Red Caro-
tenoid Protein) [66], ciocoOeH 3QPEeKTUBHO TYMIUTH (IYyOPECIICHIHIO
®BC [67]. Takum oOpa3om, cuurtaercs, 4yto nocie akruparuu OCP
B3anmozeiicTeyer ¢ ssapom OBC [68] mpu momoru N nomena [67, 69] (cum.
HUKe). DTO COMIacyeTcs TAaKXKe C JaHHBIMU O TOM, YTO aMUHOKHCIIOTHBII
ocrarok N momena R155, o6pasyromiuii coneBoid moctuk ¢ E244 C nomeHa,
HeoOxonum i B3aumonelicteusg ¢ ®BC. 3amena R155L wim R155E
MpernsaTcTBOBaNa TylieHuto ¢uyopecteHin @bC npu GporoakTuBaun
OCP, toraa kak 3amena E244L ne npuBonuia K TaKUM MOCICACTBUSIM
[69]. JIrobombITHO, uTO Onm3kas 3amena R155K He mpenstcrBoBaia
TymeHuto guyopecuenin ObC, HO cyIecTBEHHO IecTa0MIn3upoBaa
B3anmoerictue OCPR ¢ ®BC, npuBoast K OBICTPOMY BOCCTaHOBJICHHIO
¢dryopecueniiuu Ob nocie npekpamenus Goroaktuanuu [69]. B To xe
BpeMsi, CTOUT OTMETHUTb, 9YTO OCcTaTOK R155 He siBiIsieTcsl KOHCEPBAaTHBHBIM
y OCP u MoOXeT 3aMeHSThCS, HAPUMeEp, HAa OCTAaTOK ITyTaMHHA, 4TO
MOYKET OOBSICHIUTh MEHEee CTA0OMIBHYIO CBSI3b MEXKIy IOMEHAMH Y TaKUX
BapranToB OCP u GombIryto ckopocTh ux doroakruBanuu [70].

HecMoTps Ha BBICOKYIO 3HAYMMOCTH OMUCAHHBIX OTKPBITHH, MHOTHE
acIekTsl MexaHm3Ma TymeHus (ayopectennnun ObC mon meicTBrueM
OCP sBISIOTCSI HETMIOHATHBIMHU IO CHX TOP U TPEOYIOT HaTbHEHIIHX
WCCIIEZIOBAaHUI KaK Ha YPOBHE BCEW CHCTEMBI B IEJIOM, TaK M HAa yPOBHE
OTJIENbHBIX €€ YYaCTHHUKOB.

IV. YYHACTHUKN HEQ@OTOXUMHUYECKOI'O TYIHEHUSA
Y HIUAHOBAKTEPUU

OCP — CEHCOP 1 D®OEKTOP HEQOTOXMMHWYECKOI'O TYIIEHHWA
OJIVOPECHEHIIMH ®UKOBMJIIMCOM

Ecinu cam daxt yuactust OCP B ¢oro3zamure ®BC Ha qaHHBI MOMEHT
HEOIPOBEPKUMO JIOKa3aH M HU Y KOTO HE BbI3bIBAET COMHEHH, TO KOHKPET-
HbIl Mexanu3M (oroaktuBanuu OCP u ero 0enoK-0eIKOBBIX B3aHMO-
nevictuii ¢ ®BC 10 cux mop sBisieTCs] 00bEKTOM HAYYHBIX JTUCKYCCHUH.
[MopasurenbHo, HO TOT (hakt, uro OCP siBisieTcst POTOAKTUBHBIM OCITKOM
U TIO]I JICHCTBUEM CBETa MOXET IepexoauTh u3 opamxkeBoit (OCPC) B
kpacHyto popmy (OCPR), Ob1 0OHaApYKEH JIUIIB MMOCIE YCTAHOBICHHS
€ro CTPYKTYpbl, PyHKINH U MHOTUX (PU3UKO-XMMHUYECKUX CBOHCTB [47,
71] — cycTst 27 neT mociie ero OTKphITUs U onucanus B 1981 rogy [66].
XOT4 0 CyIIECTBOBAaHHM Pa3IMUHBIX creKTpaidbHbIX hopm OCP cramo
W3BECTHO IPH TIEPBOM K€ €T0 BBIJCICHUH U3 KIIETOK, TI0 HEU3BECTHBIM



84 H.H.Cnyuanxo u coagm.

MpUYUHAM, BIMSHUE CBETA Ha crieKTpasibHble Xapakrepuctuku OCP He
MIPOBEPSITOCH BILIOTH A0 2008 roxa.

besycnoBHO, ycTaHOBIeHHEe aroMapHOW cTpykTypsl OCP metonom
PEHTTEHOCTPYKTYPHOTO aHayin3a [72, 73] cTano BaXHEHIINM COOBITHEM
B MCTOPHH H3yueHUs: (POTO3aIMUTHBIX MexaHu3MoB. OKkaszalock, 4TO
OCP npencrariser co00it BOJOPaCTBOPUMBIi JIByX TOMEHHbIH 0eok (35
k/la), BO BHYTpEHHEH MOJIOCTH KOTOPOTO PACTIONIOKEHA MOJIEKYIa aCUM-
METPUYHOIO KeTo-KapoTuHouaa (3-runpokcudsxuHeHoHa). CTpyKTypa
N nomena storo 6enka yHukansHa it OCP, Torga xak C 1oMeH OTHO-
CHUTCA K cynepceMeicTBy Tak HazbiBaeMblXx NTF2-mono6nbix OenkoB (ot
anr. nuclear transport factor 2). J[Ba toMmeHa coeMHEHbI TPOTSHKEHHBIM
JIMHKEPOM, 00pa3yloT OOMIMPHBIM MEKAOMEHHBIN HHTEp(EHC U J0mOoI-
HUTEJIBHO CTAOMIIN3UPOBAHBI B3aUMOJICHCTBUEM KOPOTKOH N-KOHIIEBOM
a-criupaiu (NTE) ¢ C nomenom (puc. 2).

HecMmotps Ha 0Ouiie SKCIIepUMEHTAIBHBIX TaHHBIX, ITOTyYEeHHBIX K
HACTOSIIIEMY BPEMEHH, ITOJTHAS TT0CIIe0BATEIHbHOCTh KOHPOPMAITHOHHBIX
npeBparnienuii mpu GporoakruBaiu OCP Henspectra. OOBIYHO, paccyx-
nast o pusnonorudeckoit ponu OCP, BELIETSIOT ABE cTaIuH (DOTOIMKIIA —
(1) crabunbhas opamkesas hopma, OCPO, He BbI3bIBArONIAs TYIICHHS
®BC, u (2) kpacHast akTHBHpOBaHHas (WK curaaibHas) popma, OCPR,
B3aWMOJICHCTBHE C KOTOPOW MPHUBOJUT K TYIICHHIO (PIyopecleHInH
OBC [47, 74, 75]. IlockonbKy 3TH ABE (POPMBI OTIIMYAIOTCS IO CIIEKTPaM
MTOTJIOMICHUS W BU3yalbHO, MO IIBETY oOpasma (puc. 2), B HayIHOU
muTeparype KpacHbi 1Bet mpemnapara OCP cTaj OTOXIECTBISTHCS C
AKTUBHBIM COCTOSTHHEM, 1 Ha000poT. OTHAaKO 3TO TOMYyIIeHNE He BCETaa
BEpPHO, MOCKOJIBKY HBET (morsnomenne) npenapara OCP 3aBHCUT OT
JUTUHBI COTIPSKEHUS TM-CHCTEMBI B IOJUEHOBOM LIEMH KapOTHHOUJA.
[IpocTpaHCTBEHHOE PACIIONOKEHUE COMPSIKEHHBIX JIBOWHBIX CBA3EH
OTIPEIEIISIFOT OCJIOK-XPOMO(OPHBIC B3aMMOCHCTBUSA, & BO3MOXHOCTh
B3aumoyiericTBus ¢ ®BC u TymieHus (IyopecleHIIUN JUKTYIOT OCJIOK-
OenxoBble B3aumoaelicTeus mexay siapoM OBC n OCP. Muave rosops,
MOTYT cyIecTBOBaTh KpacHble popmMbl OCP, He BbI3bIBaIONINE TYILICHHS
¢dnyopecuenn GbC (BO3MOXKHO, H3-32 HAPYLIEHHOTO B3aUMOICHCTBHUS
¢ ©BC), u opamxessie HopMbI, CIOCOOHBIE K TywieHuto [49, 65, 69].
Kak ormeuanoch Bblllle, CIIEKTPAIbHBIE XapaKTEPUCTHKH KapOTHHOUIA
OPUHLUUNHATBHO HE BIUSIOT HA JJIUTEIBHOCTh €T0 NMPEObIBAaHUS B
BO30YXZACHHOM COCTOSIHUM U, COOTBETCTBEHHO, €ro CIIOCOOHOCTH K
0e3bI3ITydaTeNbHON JUCCUTIAIINH SHEPTUU BO30OYxaeHus. [t MH Iy KIuu
tymenus ¢uyopecuenuun bC neodxonnmo commxerne OCP u caiita B
snpe OBC, T.e. 00pazoBaHHe KOMIUIEKCA, KOTOPOE BO3MOXKHO Oiaromapst
crierdrueckuM 0eI0K-0eITKOBBIM B3aMOIeHCTBUSM. Bee cymiecTByro-
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Puc. 2. ®otormknmueckue npespamieans OCP.

CBepxy clieBa HalpaBO — KPHUCTAJUIMYECKasi CTPYKTypa OpaHKeBOW (Gopmbl
OCP (PDB 3MG1): N nomen noka3aH TeMHO-cepbiM, C TOMEH — CBETIIO-CEPBIM,
KapoTHHOWU] 1Toka3aH opaHxkeBbiM, NTE — kpacHbiM, ocTarok W288 — ¢roseToBbIM
L[BETOM, OCTaTKu 155 1 244, 0Opasyroline CojieBOit MOCT — 3¢JICHBIM U CHHUM LBETOM;
(dotorpadus kroBer ¢ pactBopamu OCP 1o u nociie GpoToakTUBalUKU; CIIEKTPBI
nonronienust OCP 10 u nociie GpoToakTHBAIMK, CTPEIKON IMOKa3aHO HalpaBICHHE
M3MEHEHUH oNTHYeCcKo! INIOTHOCTH NpH 550 HM; KUHETUKH U3MEHEHUS TIONIOLCHHUS
OCP npu ajantanuy K CHHEMY CBETY BHICOKOW MHTEHCHBHOCTH U I1OCJIE BBIKJIHOYE-
HUS CBETA ITPY Pa3IMuHBIX TEMIIEpaTypax. B meHTpe: cxeMaTHuHOE MPEICTaBICHHIE
4eThIpeX OCHOBHBIX craauu ¢ortonuxiaa OCP (cMm. noscHenue B Tekcre). CHU3Y
MpUBE/ICHA MOJICITh KpacHOU akTUBHOH opmbl OCP, monydyeHHast Ha OCHOBE CTPYKTYP
RCP u OCP (crpykrypst 4XB4 u 3MG1, cootercTBeHHO) 1 Mojean OCPR Huzkoro
paspeleHus, MoJyYeHHOH Ha OCHOBE JIAaHHBIX MaJOyIJIOBOTO PACCESHHs PEHTTe-
HOBCKUX Jyueit [77].
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mue moxaenu kominiekca OCP-®BC 1moka3bpIBalOT, YTO MUHUMAaJIbLHOE
paccTosHuie Mex Ly Xpomodopamu He npesbimaeT 24 A, uTo uckmouaer
BO3MOXKHOCTbH TIEpPEHOCA PHEPruH Mo MexaHu3Mmy Jlekcrepa u nemaer
Ma03(GheKTUBHBIM 3aXBaT BO3OYKICHHUS 332 CUET AMIONb-THITOIBHBIX
B3auMoIcHCTBH [76].

B muteparype usBectasl MyTanTsl OCP, KoTOpbIe JHIIIeHbI CHOCOOHOCTH
K ()OTOKOHBEPCHUH, HO, TEM HE MEHee, Yy psiia Takux MyTaHToB (Y44S, E34A,
P126V/Y 129F) naOironaeTcst CioCOOHOCTB BBI3bIBATH TYIIICHUE ()Tyopec-
ueniu OBC [49, 65, 69]. C npyroii CTOPOHBI, C TOMOIIIBIO a0COPOIHOH-
HOH CTIIEKTPOCKOIHMH C HAHOCEKYHIHBIM BPEMEHHBIM Pa3peieHreM ObLI0
MoKa3aHo, 4To KpacHas ¢opma obpasyercs npu Bo3Oyxaenun OCP
KOpPOTKHM (7 HC) J1a3epHBIMH UMIYJIbCOM B oOnactu SO-S2 3a BpeMeHa
meHee 100 He [78], 4To Ha HECKOJIBKO MOPSIKOB OBICTPEE, 4eM BO3MOXKHEIE
KOH(OpPMalMOHHBIE U3MEHEHUS B CTPyKType Oesika [79-82]. Takum
00pa3oMm, TaHHBII HHTepMeTUaT (DOTOIHMKIIA CIIEKTPATHHO COOTBETCTBYET
KpacHo# (1 aktuBHOI) popme OCP, HO 10 CTPYKTYpe OETKOBOI MaTPHIIBI
SIBIISIETCS aHAJIOTOM OpaHXeBoi opmbl. KnHeTHKa perakcanuy KpacHO!
¢dopwmbl (B aranazoHe BpemeH oT 100 Mxc mo 10 ¢) anmpokcumupyercs
CYMMOH JIByX KOMIIOHEHT C XapaKTepHbIMH BpemeHaMu ~200 MKC u
~3 ¢, C CONMOCTaBUMBIMHU aKTHBAIMOHHBIMH O0aphepaMu, YTO TOBOPHUT O
HaJUYHUH ABYX CIIEKTPATbLHO UACHTHYHBIX KpacHBIX hopM OCP, mepexon
KOTOPBIX B OPAHKEBYIO (OPMY TpeOYET CXOKUX U3MEHEHHUH OETTOK-XPOo-
MO(OPHBIX B3aUMOACHCTBUH, HO KOJTMYECTBO MOMBITOK, HEOOXOTUMBIX
JUTSL OCYIIECTBIICHUS Tiepexofa, ommyaercs B ~10 000 pa3 [78]. Hannas
Huepapxus BpeMeH 00yCIIOB/ICHA JIByMsI TPEOOBaHUSIMH K ()OTOAKTUBHOM
KOHCTPYKIHH: (1) HEOOXOIUMOCTBIO 00ECIICUUTh CTAOUITBHOCTh HEAKTUB-
Hoit opmbl OCP, gocTaTounyio /Ui TOro, 4To0bl OEJIOK HE MepexXonI
B aKTUBHYIO (OpMy mpu HOpManbHBIX (st GOTOCHHTE3a) YPOBHSIX
WHCOISIMH U (2) BpeMsl )KU3HU aKTHBHOW (DOPMBI JOJIKHO OBITH JOCTa-
TOYHBIM JIJISl TOTO, YTOOBI HAUTHU U CBSA3AThCA ¢ caiftom Ha siape OBC no
toro, kak OCP caMonpou3BoJIbHO TiepelieT B HeakTuBHY0 (opmy. [1o
HEKOTOPBIM OLIEHKaM, KBAHTOBBIH BBIXOJl 00pa30BaHMUsl aKTUBHOH (HOPMBI
He nipesbiaet ~0,2 % [51, 71, 78]. OueBuIHO, CTA0MILHOCTH OPAHKEBOM
(opMBI 1 BpeMsi )KU3HU aKTUBHON KPacHOM ()OPMBI BaKHBI AJIS IIOJAEP-
JKaHWs MPaBUIIBLHOTO OajlaHca MeXy (POTOCHHTETHUYECKUMH U (oTo3a-
HIUTHBIMH ITPOLIECCAMH U, COOTBETCTBEHHO, SHEPIETUYECKOTO COCTOSTHUS
kiaeTku. IMeHHo 3ToT OanaHc, Mo Bceld BUANMOCTH, 00eCIIEUUBAET BO3-
MOXXHOCTb ITHaHOOAKTEPHUI aIaIITUPOBATHCS K M3MEHSFOIIUMCS YCIIOBUSIM
BHEILHEH CPEe/bL.

C noMo1IeIo psijia METOIOB OBLITO YOS TUTENFHO TIOKa3aHo, 9To (poTO-
aktuBanus OCP conpoBoxgaeTcs 1eKOMITaKTU3AIUEH MOJIEKYIIbI OeKa
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[77, 83, 84] m mepemerieHneM MOJIEKYITBI KapoTHHOUAA B N 1oMeH [85, 86]
(puc. 2). BeposiTHO, UMEHHO TaKue CTPYKTYPHbIC U3MEHEHHUST HEOOXOIMMBI
JUTSI CTaOWITU3AIH aKTUBHOTO CUTHATBHOTO cocTostHIsT OCP, B KoTOpOM OH
crniocobOeH cBs3biBaThest ¢ DBC u BBI3bIBaTH TylIeHHE (uryopecteHnnn. [To
UMEIOLIeHCs Ha TaHHBIM MOMEHT HH(QOPMAIIMU U3 Pa3HBIX J1a00paToOpui,
MOCIIeIOBATEIBHOCTD COOBITHH, MPUBOSIIUX K 00Pa30BaHHIO aKTHBHOM
¢dopmbl OCP, MOXXHO BBICTPOUTH CJICIYHOIIUM 00pa3oM.

[Ipu mormoenny KBaHTa CBeTa MOJIEKYJION KapOTUHOM 1A IPOUCXOIUT
e€ repexoJ1 B BO30YKJIeHHOE cocTosiHUE. [10mIOMEHHO SHepriK KBaHTa
JOCTaTOYHO A1 (POTOM30MEpU3aliH (IOBOPOT B-HOHOHOBOTO KOJIbIIA B
C nomene OCP) u BemnpsiMieHus moyineHoBo nenu [71, 87, 88]. O6a atu
COOBITHSI, B 0COOCHHOCTH, MOBOPOT KOJBLIEBOW TPYIIBI U3 MOJIOKCHHS
yuc B TIOJIOKEHUE MParc, TPUBOIAT K YBETUUEHUIO IJTUHBI COMPSIKEHUS
Y U3MEHEHUIO CIEKTpa MONIOLIECHUSI KapOTHHOUA, T.€. K 00pa30BaHMIO
CHEKTpasibHO KpacHoi (opmbl. [Ipu moBopoTte B-nonoHoBOrO KobLa B C
JIOMEHE HapyLIatoTCsl BOAOPOAHBIE CBA3U MEX/Y KETO-TPYINIION B KOJIBIIE
u octatkamu Tupo3uHa-201 u tpunropana-288 [71, 88]. JlanHble ocTaTKn
SIBJISIFOTCS] KOHCEPBAaTHBHBIMHY, 4 MX 3aMEHA Ha aJJaHUH IIPUBOJMT K IIOTEpe
¢dotoaktuBHOCTH OCP, COOTBETCTBEHHO, HAMYHE dTUX BOJOPOTHBIX
CBSI3€H SBISICTCS HEOOXOAMMBIM JIJISI CTAOMIIM3AIIHN OPAHKEBOH (HOPMBI
OCP [83, 84]. Hapymrenne BomoponHbIX cBs3eil B C TOMEHE TPUBOIUT K
M3MEHEHHIO TUAPO(HOOHOCTH JTOKAIBHOTO OKpYyKeHUsT W288, KOTOPBIA,
Haxozsch BO BHyTpeHHel nonoctu C noMeHa, (akTHIeCKU CONPSIKEH C
ruIpoOOHBIMHU OCTAaTKaMH, 00pa3yIOIUMK HHTEP(dEeiic B3aUMOIEHCTBHA
C nomena ¢ o-crimpanbabM NTE, crabunmsupyronwmM B3anMoseiictsue N
n C 1OMEeHOB, TO3TOMY U3MEHEHHS B OKpYkeHnu W288, 1mo Bceil BuIu-
MOCTH, TIepeatoTcs Ha BHelHIoo ctopony C nomena, rie cBsizan NTE
[89,90] (cMm. puc. 2 u cremyromue pa3aeibl). DTO MPUBOIUT K HAPYIICHUTO
koHTakTa NTE ¢ C noMeHOM u, BEpOSITHO, ke K (4aCTUIHOMY) pa3Bo-
pauuBanuio NTE [91, 92]. ConoctaBnenue ctpykryp OCP u RCP
MOKAa3bIBAET, YTO OCHOBHBIE PA3IIUUMS B 9THX OEJIKaX, COOTBETCTBYIOIINX
cTaOmibHON opaHkeBoil popme 1 N 10MEHY KpacHON aKTUBHON (OPMBI
OCP, noka3bIBaeT, YTO HAHOONBIINE U3MEHEHHS CTPYKTYPBI HAOTIOAAI0TCS
B obnactu Mmexxty NTE u 6nmuznexarumu o-criupansmu [77, 85, 88, 93].
Takum 00pa3oM, HapylICHHE CTPYKTYPbl M MOABMKHOCTU HE 3aKpel-
nenHoro Ha C nomene cermeHTa NTE, BepoaTHO, nepenaeT curian B N
noMeH OCP. MI3smeHeHne paccTosHUS MEXKIY O-criupaisiMu B N T0MeHe,
BEPOSITHO, IPUBOAMUT K OCJIA0JICHUIO CTIKMHI B3aMMOJCHCTBUM MEXKIY
KOHCEPBAaTUBHBIMH OcTaTkamu Tpunrtodana-101 u 41 u koabIIOM MoJIe-
Kynbel kKapotuHouga. Ecinu B opamxkeBoit dopme OCP W41 Onokupyet
nepeMeleHrne KapOTUHON/IA, TO B PE3yJIbTaTe H3MEHEHUs KOH(OpMaLK
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N 1oMeHa 1 TI0BOpOTa O-CriMpai, coaepikaiiein W41, oopasyercs cBoero
poza TyHHeIb, [0 KOTOPOMY KapOTHHOHJI ITepeMeraeTcsi 6oiee yeM Ha
10 A Brny6s N nomena [85]. BeposiTHO, 5TH M3MeHEHHs JeCTaOUIH3H-
PYIOT CTPYKTypy Oeinka, KoTopasi He MOXET OCTaBaThCsl KOMIIAKTHOW 3a
CUET OTCYTCTBHSI PsiJia BOIOPOAHBIX CBs3EH B MHTepdeiice MexKIy ToMe-
HaMH, U HapylIeHue OeJIOK-XpOMOQOPHBIX B3aUMOICHCTBUI IPUBOAMT K
YBEJIMYEHHIO B3auMHON moaBrkHOCTH N 1 C IOMEHOB U UX PacXoxje-
HHI0. MOXKHO TIPEINOI0KUTE, 4yTo Takas popma OCPR spisiercst pusmo-
JIOTUYECKH aKTUBHOM, MOCKOJBKY B 3TOM COCTOSTHUM MOBEPXHOCTh N
JOMEHA W HaXOASIIHMICS B HEM KapOTHHOWJ HanOosiee AOCTYIHBI JJIs
B3aumozencTBus ¢ ®bC, a C 1oMeH [0CTyIeH JUIsl B3aUMOAEHCTBUSA C
OenxoM BoccTaHOBiIeHUs (uryopecueHunu, uin FRP (cm. Huke).

O6partHsIii nepexon u3 aktuBHOU popmbl OCP B HEaKTUBHYIO OpaHke-
BYIO TpeOyeT BOCCTaHOBICHHS OEIOK-XpOMO(GOPHBIX B3aUMOJCHCTBUI.
OnHOBpeMeHHbIEC HAOMIONEHUS 32 N3MEHEHUSIMH MOIIOIICHHUSI KAPOTHHOHNIA
Y KHHETUKU 3aTyXaHus (uryopecueHuny TpunTopanoBsix octarkoB OCP
MOKA3bIBAIOT, YTO IIEPEXO/] B HEAKTUBHYIO (DOPMY TAKIKE XapaKTEepU3yeTCs
ACUHXPOHHOCMbIO U3MEHEHUN COCTOSIHMSI KapOTHHOUAA M OEJIKOBOM
Matpuiiel [78]. [lepBbIM coOBITHEM Ha IyTH K TEMHOBOW HEAaKTHBHOM
(dbopme, BEpOSTHO, SIBJISIETCS] BOCCTAHOBICHUE CTIKUHI B3aUMOAEHCTBUN
MEXIY P-KOJBLIOM MOJEKYJbl KapoTHHOWUIA B N JIOMEHE U OCTAaTKaMH
tpuntodana-41 u 101. 310 coOBITHE COMTPOBOXKTACTCS BOCCTAHOBICHUEM
CTaTMYECKOTO TyLIEHUS (pIIyOPECLEHIIH ITUX TPUITOPAHOBBIX OCTATKOB,
YTO HAOJTIOAAETCS SKCIIEPIMEHTAITBHO [ 78]. 3aTeM MPOUCXOIUT N3MEHEHUE
MOTJIONIEHHS KAPOTHHOMIA, KOTOpOe TpeOyeT 00pa3oBaHMs BOIOPOTHBIX
cBsizeli B C IOMEHE MKy KApOTHHOUIOM U OCTaTKaMu TpunTodhaHa-288
u tupo3una-201. Onnaxo mpouecc peacconuanud N U C T10MEHOB He
3aKaHYMBaETCAd HA 3TOM. 3aKJIIOYUTENbHbIE CTaJNU Mepexo]a B Heak-
TUBHYIO ()OpPMY, BEPOSTHO, CBS3aHBI C KOMIIAKTH3aLlMeH OeJKa, 1 COmpo-
BOX/IAIOTCSI M3MEHEeHHEeM 3(p(eKTUBHOCTH MepeHoca SHEprun BO30YXk-
nenus mexay W110, W277 u kaporuHounom [78]. OOwuiue cranuid,
HEOOXOJMMBIX JJIsl BOCCTAaHOBJICHUs HeakTUBHON (opmbl OCP, a Takxke
MpOoCTpaHCTBEHHAs yaneHHOCTh N 1 C TOMEHOB PUBOJAT K TOMY, 4UTO
JTaHHBIH MpolLece UJeT KpaifHe MEAJIEHHO, a €70 CKOPOCTb CHIIBHO 3aBUCHUT
oT Temreparypbl. IMeHHO (hakTop B3aMMHOTO PacrojoKeHHsI JOMEHOB
OTpeensieT BEpOsITHOCTD Nepexoaa kpacHoi hopmel OCP B opankeByIo.
Tak, HanpuMep, CKOPOCTh IEPEX01a MOKET ObITH YBEIMUEHA HA TOPSAKH
npu crabunmuzanun cTpykrypsl OCP Hecnennpuuecky — 3a cueT BEICOKOM
KOHLICHTPALUX KOCMOTPOITHBIX HOHOB U clieln(pUUECKU — IPH BO3ICHUCT-
Bum Oenka FRP [78, 84, 90, 94-96].
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Tak wnu nnade, komrieke OCPR-DBC B in vitro cucteme mokasai
3HAYUTEIBHYIO YCTOMUNBOCTH [68], M CIOHTAaHHOE BOCCTaHOBJICHHE (DITyO-
pectieninn @BC B 3TUX YCIOBUAX MPOUCXOAUT KpaiiHe MeieHHO (~10*
c). CnemyeT OTMETHTD, UTO O€3bI3TydaTeIbHbIN IEPEH0C YHEPTUH Ha Kapo-
turon OCP sBiIsIeTCS MCTOYHUKOM €ro BO30YKIECHHS U, COOTBETCTBEHHO,
CTHMYJIHPYET MEPEX0/1 U3 OpPaHKEBOH (POPMBI B aKTUBHYIO KpacHyo [86].
Co0TBETCTBEHHO, TepeHoc dHepruu Bo30yxaeHus or @BC cmocobcTByeT
NOJJCPKAHUIO CTaOMIHLHOTO KOMILIEKCa, OCKOJBKY MPHU MepeHoce
SHEPTHU NPOUCXOIUT ITOAKAUYKa» KpacHoH GopMbl. BeposiTHO, 3TO MOKeT
HETaTHBHO CKa3bIBaThCs Ha AP (HEKTUBHOCTH (POTOCHHTETHYECKUX MTPOLIEC-
COB, TIOATOMY Ul YCKOPEHUSI BOCCTAHOBIICHHS MCXOIHBIX MapaMeTpPOB
OBC 1 3¢ PeKkTUBHOCTH CBETOCOOpa HEOOXOIMM €11l OJIUH PETYSTOPHBIN
KOMITOHEHT, KOTOPBIH oOecreunBan Obl 1eCTa0MIN3alMI0 KOMIUIEKCa
OCPr-DBC.

CTOUT OTOBOPHTHCS, YTO COBCEM HEAABHO ObUTM OOHAPYKEHBI TAKKE
oco6sie BapuanTel OCP, 111 KOTOPBIX XapakTepHbI Oosiee ObICTpBIE HOTO-
AKTHBALIUS 1 CIIOHTaHHAs PEJIAKCaLMs, @ TAKKE OTCYTCTBUE PETYIISILIUH 101
neiicreueM FRP (1.H. moarpymnma OCP2, npencraBuTeny KOTOPOH MOTYT
MIPUCYTCTBOBATh B Pa3HBIX IMAHOOAKTEPUSAX JIMOO HE3aBHCHMO, JTHOO
BMecTe ¢ Oonee m3ydeHHbIMU OCP1) [70], omHako B JaHHOM 0030pe MBI
Ooree monpoOHO PacCCMOTPUM BapHaHT, peaTu30BaHHBIN y Synechocystis
(OCP1).

FRP — BEJIOK BOCCTAHOBJIEHU S OJIVOPECLHEHIIMY ®UKOBUJIIMCOM

B 2010-M romy 0611 00HApY>KEeH HOBBIH (DAKTOP, OTIPEACIIAIOMINI BOCCTA-
Homierne (yopecuennnu ObC mpu cHmKeHuN wHCOILSIHH [94]. [Ipu
uccienoBanuu Synechocystis 6803 oka3amoch, 4TO CYIIECTBYET I'eH
slr1964, pactonoXeHHBIN B HETIOCpeACTBeHHON Onm3octr oT rera OCP
(s/r1963) m oTBeTCTBEHHBIH 32 ATY (DYHKIINIO — IPY WHAKTUBALWH s/ ] 964
BoccTaHoBieHue duyopectennuss @bC ObUT0 Ype3BHITANHO JOITHM.
[Mponyxt rena slr1964 Obln Ha3BaH OEJIKOM BOCCTaHOBICHUS (iyopec-
ueniuu (Fluorescence Recovery Protein, FRP). Oka3zanoce, uto FRP
TaKxke HerocpencTBeHHo aeictByeT Ha OCP u yckopsieT ero nepexon u3
(OTOAKTHBHPOBAHHOM KpacHOH B opamkeByto Gpopmy [94], o uem Ooree
noApoOHO pedb MOHUIET B MOCIEAYIOMNX pasaenax. [IpumedarenbHo,
YTO HEKOTOPOE BpeMs Ha3aJ CTOsUI BOIIPOC O JUIMHE OTKPHITOW PaMKH
cuuThIBaHUs ATOTO reHa. Y reHoB FRP ponos Synechocystis v Microcystis
MeTonamMu OMorH(OPMAaTHKK ObLIA HAWJICHA IOTIOTHUTEIbHASE N-KOHIICBast
MoCJe0BaTeIbHOCTD, OTCyTCTBYIOIAs B FRP n3 npyrux pogos nuano-
Oaxtepuii [94]. Takoil ynaMHEHHBIA reH ObLT SKCHPECCUPOBAH, a €ro
MPOAYKT OXapaKTePU30BaH, UYTO MPUBEJIO K PAIy apTe(aKTHBIX 3aKJIFO-
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yeHnid. B wactHoctH, 6610 OCcTynmupoBano, uTo FRP npoyHo acconunu-
poBan ¢ MmeMmOpanamu. [lo3nHee OBITO IKCHEPUMEHTAIBHO MOKA3aHOo,
yto Hacrosmuii FRP u3 Synechocystis naunnaetcs ¢ ocratka Met26
(Mo Hymepalnuu MpOAYKTa YIJIMHEHHONH paMKH CUMTHIBAHUS), TO €CTh
IKCIIpeccupyercs U PyHKIHOHUPYET KOpoTKas Gopma Oenka. MmeHHo
aTa hopMa UMeeTcsl y MPOunX UAHOOAKTEPUH U SBISETCS BOIOPACTBO-
pumbIM OenkoM [95]. OBepakcnpeccus takoi hopmbl FRP B Synechocystis
(109 aMHMHOKHMCIIOTHBIX OCTATKOB) MPUBOAMIA K TOMY, YTO KJICTKH HE
MOTJIM 3alyCTUTh (OTO3AIUTHBIN MexaHu3M [95], 4To yKas3bIBaeT Ha
nesaktuBupytoiiee neticterue FRP o ornomenuto k OCP u Ha HeoOxo-
JUMOCTb TLIATEIbHOIO KOHTPOJS YPOBHS DKCIPECcCHU 000MX OEJIKOB
UL TTIOAZEpKaHusT PaboTOCTIOCOOHOCTH (POTO3AIUTHOTO MEXaHU3MA.
JleficTBUTENBHO, HCCIEIOBAHUE AAHHBIX PEAKLUH in Vvitro U Olpeene-
HHUE COOTBETCTBYIOLIMX KOHCTAHT CKOPOCTEH MO3BOJISIET CO3/1aTh MOJIEIb
HeporoxuMmuyeckoro Tymenust ¢uyopecuenuun ®bC, xotopas moxa-
3bIBaeT, 4To KoHueHTpauust FRP B kieTke HU3Ka 110 CPaBHEHUIO C KOH-
uentpanueit OCP [97].

Kpucrammaeckas crpykrypa FRP u3 Synechocystis 6pina ycTanoBeHa
B 2013 rony ¢ paspemenuem 2,5 A [96]. Okasanocs, uto FRP spisetcs
0-CITUPATTEHBIM OEJTKOM BBITSHYTOH (popMEI (pric. 3A), OMHAKO B KPHUCTAILIE
HPUCYTCTBYIOT JIBE€ CHJIBHO OTJIMYAIOIIUXCSI KOH(GOPMALMK — JUMEpHast
U TeTpaMepHasi, IpUYeM CyOBbEIUHUIBI B COCTABE TETPaMepa YIIOKEHBI
COBCEM HE TaK, KaK B COCTaBe IMMEPHOi koH(opMaru. beiio npexnmnono-
KEHO, 4YTo akTUBHOHU (opmoii FRP sBisiercs numep, a TeTpaMeps! Heak-
TUBHBI H SBISTIOTCS HopMoit xpaHeHus Oenka. OOHapyKeHHEe TUMEPOB U
terpamepoB FRP mpotuBopeumiio panee omyOIMKOBaHHBIM JTaHHBIM TEX
e aBTOpOB 0 ToM, UT0 FRP siBisiercst tpumepom [94]. bonee mo3aame Ormo-
XHMHUYECKUE HCCIIEIOBaHMSI YOSTUTEIBHO TPOIEMOHCTPUPOBAIIH, UTO, TIO
Kpaiineit mepe in vitro, FRP npencrapien craOuinpHbIME JuMepamMu |84,
98] ¢ He3HAYMTENBHOW CIIOCOOHOCTHIO K CHIOHTAHHOW MOHOMEPHU3AIHH
NPY CHIKCHUH KOHLIEHTPAIMU OeJKa, TIPU 3TOM TeTpaMepHBIE YaCTHILIbI
yAaBajgoch OOHAPYKUTh TOJIBKO MPU KpalHE BBICOKUX KOHLIEHTPAIHAX
oenka [84, 98]. MOKHO MPENOI0KHUTh, uTO Ham4yre N-koHIeBoro His-
Tara, HeCMOTPS Ha COXpaHEeHHUE MOTHOH (QyHKIMOHAIBHOCTH Oenka [84],
nenaet quMepbl FRP Heckonbko Gonee cTaOMIBHBIME U MPEHSTCTBYET
o0Opa3oBaHHIO TeTpaMmepoB, ogHako Kpuctamisl FRP u3 Synechocystis
OBUIN TaK>Ke MOTYYEHBI C HCIIONb30BaHUEM OeJiKa, Hecymero N-KOHIEBOH
His-Tar (xoTs oH 1 He pa3pelieH B cTpykType) [94]. boiee Toro, coBcem
HelaBHO Oblja MoJlyueHa HOBasi KpucTaminueckas cTpykrypa FRP u3
Tolypothrix sp. PCC 7601 (=Fremyella diplosiphon) (PDB 5TZ0, [70]),
KOTOpasi 0Ka3ajach MOJHOCTbIO SKBUBAJICHTHA AMMEPHOU CTPYKType
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Puc. 3. Crpyxrypnas opranuzamnus aumepa FRP mo raHHBIM peHTTeHOCTPYKTYpHOTO
aHaJM3a.

A — O6uwmit Bun Ha mozenb qumepa FRP u3 Synechocystis (PDB 4JDX) B nByx
OPTOTOHATBHBIX TPOSKIHAX. MOHOMEPBI 0003HAYCHBI PA3HBIMHU [BETAMH.

b — Hanoxenue crpykryp numepoB FRP u3 Tolypothrix (cunmii, PDB 5TZO0)
u Synechocystis (auMepbl, 00pa30BaHHBIC PA3HBIMU LETSIMH, TPUCYTCTBYIOIIUMHI
B KPHCTAJUIMYECKOIl CTPYKType, 0003HAYCHBI pa3HBIM IBeTOM). OTMEUYEH yrou,
WLTIOCTPUPYIONIUI PAa3HUILY B MOJOKEHUH BTOPOrO MOHOMEpPA OTHOCHUTEIBHO
HepBOTrO.

B — O6nacts mumepuzanuu FRP. KiroueBble mosipHblEe KOHTAKThl OTMEUEHBI
MyHKTHPHBIMHI JIMHUSIMH, OCTATKH, 00pa3yloIye ruapohoOHOE SIIPO — CEPhIM IIBETOM.

FRP u3 Synechocystis (PDB 4JDX, e B u D), u TeTpamepHoii opra-
HHU3aLMU B 3TOM Ciy4ae OOHapyXHUTh Takxke He ynanoch. Hecmorps Ha
To, uro FRP u3 Synechocystis u Tolypothrix nnentnyns! iumsb Ha 51%,
CTPYKTYPbl X AMMEPOB ObUIM MPAKTUYECKH SKBUBAJICHTHBI, HEMHOTO
OTIIMYAJICS JINII YTOJ MKy MoHOMepamu (puc. 3b). Takoe ke HaOII0-
JICHHE MOXHO CJieJlaTh IIPU aKKypaTHOM BblpaBHUBaHUM JUMepoB FRP,
MOCTPOCHHBIX PAa3HBIMH LIETSIMH JJaKe B TIPE/IeNiaX OJHOW KPHCTaJITH-
yeckor cTpykrypsl (PDB 4JDX, nenu AC u nienn BD): B aToM cirydae
yroi, o0pasyemblit MoHOMepamu FRP B cocraBe mumepa, oTimiuaercs ere
cuIibHEe. DTO 00CTOSATENLCTBO CIYKHUT YKa3aHHEM Ha TO, YTO KOHTAKT
cyobenuuanl B qumepe FRP He siBnsieTcst )KeCTKUM, a JIOMyCKaeT HEeKO-
TOPYHO KOH(OPMAIIMOHHYIO THOKOCTh M CKOJILYKEHUE MOHOMEPOB JPYT
OTHOCHUTEIIBHO JIpyTa.
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Wurepdetic numepoB FRP u3 Synechocystis mocTpoeH 3a cUET aHTH-
MapajuIeIbHOTO KOHTAKTa anb(a-crupaneit ol u 02, cocTaBisieT OKOJIOo
900-1000 A (~10% oT 0611Ieii TOBEPXHOCTH AUMEPA) H CTAOUITH3HPYETCS
3a cyeT SAPKO BBIpakeHHOTO ruapodoOHoro sapa (octarku L29, 132,
L33, V36, A40, 143, 146, L49, W50, L52, L56), a Takxe 3a cueT KOH-
CEepBAaTHUBHBIX MOJSIPHBIX KOHTAakTOB D54-R60, H53-S57 u xatuon—n
B3auMoneicTBuss R60—W50 ¢ BorHyTOM CTOPOHBI IUMEpa, MPUYEM, C
Y4€TOM €ro aHTUIMAPAIIIIeIbHOCTH, KaXKAbII N3 KOHTAKTOB IPECTABIIEH B
numepe ABaxabl (puc. 3B). Takoli e NPUHLINT AUMEPU3ALIUN COXPAHIETCS
y FRP u3 Tolypothrix. Ilpennonaranu, 4To 006J1acTh AUMEPU3ALIH HETOC-
pencTBeHHoO BosiedyeHa Bo B3aumoneiictsre FRP ¢ OCP, uto cornacyercs ¢
KOHCEPBAaTHBHOCTBIO LIEJIOTO PsiJIa OCTATKOB U3 9TOTO PETUOHA U BIMSIHUEM
COOTBETCTBYIOIIMX MyTanui Ha ciocooHocTh FRP yckopsTh penakcarnmio
OCP [96]. D10 npeanosoKeHUE HE SBISETCS €IUHCTBEHHO BO3MOKHBIM,
MOTOMY 4TO MOYKHO TaK>Ke IPEAIOJIOKHUTh, YTO UCCIICJOBAHHbIC My TALIH
BJIMSIFOT Ha cTa0mIIbHOCTh HHTepdeiica FRP, u mumib mostomy — Ha GyHK-
nuonunpoBanre FRP. Takas Bo3aMOkHOCTH TpeOyeT Ooliee IeTaIbHOTO
paccMOTpeHusi, 0COOEHHO, C YYETOM HEJaBHO MPOAEMOHCTPUPOBAHHOM
criocobroctu FRP monomepuzoBarscs nipu csizbiBarnu ¢ OCP [84, 90,
99] (cm. HIKe). Hamboree 3aratouHbIMU Ha TaHHBIH MOMEHT SIBJISTFOTCS
JIaHHbIE, ITOJTyYEHHbIE C TOMOLIbI0 MyTaHTa R60K, mockonbKy Takasi CHHO-
HAMHYHAs 3aMeHa He moBnmsuia Ha Goaauar FRP (ctpykrypsr aiis FRP
nmukoro tuma (PDB 4JDX) u R60K mytanra (PDB 4JDQ) mpaktudecku
COBIIAAAIOT), omHako creana FRP mpakTraeckn HeCriocOOHBIM YCKOPSTH
penakcaruio OCP [96].

[IpuHIIMTIAIBHO BayKHO, 9TO O0PATUMYTO CHCTEMY (DOTO3AIIHTHL, COC-
tosuryto n3 O@bC (o0bext Tymenus), OCP (mamykTop Tymenus) u FRP
(MHrUOUTOP, WITH BBIKIIIOYATEINb TYLIEHHS), Y1aJI0Ch BOCCO3/1aTh in Vitro
[68]. Tak, HECMOTpS Ha HEKOTOPBIE CYIIECTBEHHBIE IOMYIIEHUS U pa3iu-
4Hs B TIpolieccax, NPOTEKAIOINX i1 ViVo | in Vitro, ObUIO YOSAUTEIBLHO
MPOAEMOHCTPUPOBAHO, YTO HAJTMYHE ITUX TPEX KOMIIOHEHTOB HEOOXOJMO
M JI0CTATOYHO AJIsl pab0TOCIIOCOOHOCTH MUHUMAJILHOTO PETYITHPYEMOTO
mexannsMa tymennss ®BC. CoBceM HejaBHO OOHAPYKEHHbIC BAPUAHTHI
OCP2 crniocoGHBI OBICTPO CIIOHTAHHO penakcupoBarb 0e3 ydactus FRP
(TEeHBI KOTOPOTO MOT'YT BOOOILE OTCYTCTBOBAThH Y HEKOTOPBIX [IHaHOOAKTE-
puil, cogepxanux OCP2), 1 MOXXHO MPEANOI0KUTh, YTO OHU MPEICTAB-
ns110T coboii 6onee npumutuBHBIE hopmbl OCP mo cpaBHenuto ¢ OCP1
[70], omnako TpeOyroTCst OoJiee cucTeMaTHYECKUE UCCIISIOBAHMS JJAHHOTO
BOIIPOCA.
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V. KJTIOUEBBIE BEJIOK-BEJKOBBIE B3AUMOJIEVCTBUS
B3AUMOJIEMCTBUE OCP C KOMIIOHEHTAMU ®UKOBUINCOM

Kak Ob1510 ckazaHo panee, GpoTtoakTuBaius OCP B koHEYHOM cyeTe MpHUBO-
JUT K JIpaMaTH4eCKUM HM3MEHEHHMSM €ro KOH(QOpMaluu — pasliesICHHIO
JIOMEHOB 0O€JIKa U 3HAYUTEIbHOMY CMEIIEHHIO KapoTHHOMAA BIIyOb N
nomena. Cuuraercs, uyto Takue usmenenus B OCP, BbI3bIBaeMbI€ TaKKe
mon neficTBreM HekoTopblx MyTtammii (W288A n Y201A/W288A) nmun
XaoTPOMHBIX areHToB [83, 84, 100], obycroBimBaroT crriocoonocts OCP
B3aNMO/IeiicTBOBATH C Oenkamu B coctaBe @bC u obecrieunBarh quccura-
U0 M30BITOYHON SHEPTHH, YTO IKCIEPUMEHTAIBHO HAOIIOAAaeTCsl KaKk
tymenue gpayopecueHnmn ObC. BaxxHo, 4To A5 CBA3BIBAaHUS AKTUBHPO-
BaHHOU (hopmbl OCP ¢ @BC He TpebyeTcs ocBelieHne, UHTEHCUBHOCTD
CHHE-3eJIEHOTO CBETa OMpeeNsieT JIMIIb KOJIMYeCTBO 00pa3oBaBIIeiics
akTuBHOU hopmbl [84, 85, 97], mpu >TOM HcXoaHbI opaHxkeBblii OCP
He criocoOeH cBs3bIBaThes ¢ @BC u TymmTh ux guyopecueHmo. Beuny
cioxkHoro ctpoeHnst DbC 1 0TCyTCTBHSA MPSIMBIX CTPYKTYPHBIX JJAHHBIX O
komruiekcax @BC u OCP, TouHbIH y4acTOK B3aUMOACHCTBHS HEM3BECTEH,
a MHOTOYHCIIEHHbIE KOCBEHHBIE JJAHHBIE JOCTATOYHO NMPOTHBOPEUMBHI.
Cutyanus ocloXKHAETCs KoJIocCcalbHOM pa3HULEH B pa3Mepax B3auMojei-
ctBytommx OCP (~35 k/la) u ®BC (neckonbsko M/la [29, 101]) u HeoOxo-
JUMOCTBIO UCIOJIB30BATh [N Vifro JOCTATOYHO BBICOKHE KOHLIEHTPALUN
¢docdara ans mognepxkanus nenoctHoctd GBC [102], u orToro Hadbop
MEPCIEKTUBHBIX MOJXOJ0B K PELIEHHUIO BOIpOCca O MEXaHU3ME B3alMO-
neticteust OCP—®BC Becbma orpannyer. Kakum 006pa3oM 11eT0CTHOCTh
®BC obecreunBaercs in vivo, HE COBCEM TTOHSATHO.

Bb1o nokasano, uro ¢usznueckoe B3auMoAencTBHE (HOTOAKTUBHPO-
BaHHOW KpacHOU popmbr OCP ¢ ®BC sBisieTcss JOBOJBHO MPOYHBIM,
MOCKOJIBKY HUX KOMIUJIEKC COOCAQXJIAeTCsl B I'PAJUEHTE caxaposbl [68].
Kak yxxe ynmomunaanocs, OCP mpakruyeckn He criocoOeH TymuTh ¢uryo-
pecuennuto OII Bxomsamux B coctas crepxHeit @bC (puc. 1) u, Hao60-
POT, MOXKET TyWnTh (payopecueHuno MyTanTHbIX PBC, numeHHbBIX
crepkHen [46, 68], moatomy ydactok B3ammozeicTeust OCP, mo Bcei
BHJINMOCTH, yIaJIeH OT CTepkHEH u pacrionoxed B sape DBC. BepositHo,
peanpHas KapTHHA elie Oojiee CI0XKHA, MOCKONbKy MyTaHTHbIe DBC,
JUIICHHBIE CTepKHeH, 3HauuTenbHo cinadee cBsa3piBain OCP u camo-
MPOM3BOJILHO BOCCTAHABIIMBAIH CBOIO (DIIyOpECHEHIINIO 110 CPaBHEHHIO
¢ uaTtakTHeIMA DBC [68]. Pe3ynsrarsl Macc-CIEKTPOMETPHH C UCIIONb-
30BaHMEM crelU(pUUecKuX OU(PYHKIMOHAILHBIX areHTOB, KOBAaJCHTHO
MOAUDUIMPYIOIINX OCTATKH JIM3MHA, PACTIOIOKEHHBIC Ha OTPeICICHHOM
pPacCTOSHUM APYT O JIpyra, MOATBEPKAAIOT THIOTE3y 00 00pa3oBaHUU
Oenok—06enkoBbIx koMILiekcoB OCP ¢ komnonenTamu siipa GBC [92].
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OCHOBHBIM 00BEKTOM TYIICHHS (IYOPECIEHIIMH COTIIACHO MOJIEIH,
MOJIy4eHHOH B pabore JKaHT ¢ COAaBT., SIBJISUIUCH KOPOBBIE TPUMEPHI
APC660, a yuactok cBsaszpiBanuss OCP, mo MHEHHIO aBTOPOB, JOKCH
pacmonararbest Mexay nonunentunamMu ApcB u ApcE [64]. Tymenue
APC660 0110 nIpe/nonokeHo B pabotax Kupuioscku u coasr. [68, 89].
B npyrux padorax [103—105] Tymenus ¢iryopeciueHIIMN H30IUPOBAHHBIX
n3 ®bC tpumepoB ADL] oz aeiictBuem kpacHoii popmbl OCP BBIIBUTH
HE YIaJIOCh, B OTIINYHE OT (UIyOpeCceHIUH OOJIBIIOT0 JIMHKEPHOTO MMOJTH-
nenruia ApcE, win L, (cM. Bblle), KOTOpBIH, Tak ke Kak 1 ADL, Hecet
¢uKOLMaHOOUIMHOBBIA XpOoMO(Op U SBJISETCS OJHUM U3 OCHOBHBIX
T3 [103-108]. Takas runoresa o poau L, KOCBEHHO MOATBEPXKIAACTCA
MHpOpMaIMEH ¢ UCTIONB30BaHUEM MYTAHTOB IO APYTMM KOMIIOHEHTaM
s5pa — Mo reHam apcD u apcF, n TOBOPUT B TOJB3Y TOTO, YTO Y4acTOK
csaspiBanusa OCP mHaxomuTes BOIW3M WK 1a)ke Ha Oelike LCM [109], uTo
OBLIIO TaKKe TIOATBEPIKICHO METOAAMH MOJISKYJISIPHOTO JIOKUHTA in silico
[61, 110]. K coxanenuto, HampsiMyto NPOBEPUTH TAKOE NPEATIOTIOKEHHE,
CO3/1aB MYTaHT, ITOJTHOCTHIO JINIICHHBIN TeHa apcE, He yIanoch, HOCKOIBKY
TPOJLYKT 9TOTO IeHa, L, NTpaeT BaXKHENIITY 0 CTPYKTYPHYFO POJIb M HEOO-
xonuM 11t coopku u rienoctHocT PBC [108]. Tem He MeHee, ynanenne
nomena L, comepxamero xpomodop (ocrarku 13-246), npuseno K
notepe OCP-3aBucumoro tymenus diayopecuennnu @bC, 9aTo sBiaseTcs
CyIIECTBEHHBIM apryMEHTOM B IOJIb3y THIIOTE3bI O ponu L, B CBA3BI-
Banuu ¢ OCP [111]. [Ipyrue e naunbie, nonyvennsie Ha oenke L.,
n3onupoBaHHOM u3 coctaBa OBC B MOBOMBHO KEeCTKUX ycmoBusx [109,
112], Hy>)KHO HHTEPIIPETUPOBATH C OCTOPOKHOCTHIO, TIOCKOJIBKY COXpaHe-
HUE TIOJHOCTHIO MHTAKTHOM CTPYKTYpPhl KOMIIOHEHTOB MYJIBTHOEIKOBBIX
KOMIIJIEKCOB TIPY MX BBIJEICHHH BBI3bIBAET HEKOTOPHIE cOMHEHUs. C
JIPYTOi CTOPOHBI, TOMBITKHU TIOTYUEHHUS OTACIHHBIX KOMIIOHEHTOB ObC,
Hanpumep, Oenka L, B TETEPONIOrHYECKON CUCTEME IKCIPECCUU B
mrammax Escherichia coli, nponynupyronux ¢ukornuanoOumuasl [107,
113-115] nns uccnenoBanus B3aumozeiicTBus ¢ OCP mpeacraBusroTcst
MEPCIEKTUBHBIMU U OCYIIECTBUMBIMH.

CornacHo apyroii runorese, B3aumonenictsue OCP npoucxoaut B
aape ®bC Ha MecTe npyroro JMHKepHOTO Oefka, Lc, ¢ Manoii Mosexy-
JSIpHOU Maccol («c» 0003HayaeT PeruoH B MIIyOMHE sSApa, «Corey),
KOTODBIH ABIAETCS MPOLYyKTOM TeHa apcC u nuiieH xpomodopos. Takas
TUIIOTE3a OCHOBBIBAETCSI HA CXOJCTBE NMPOCTPAHCTBEHHON CTPYKTYpPBI
Lc u C nomena OCP u monpa3ymeBaeTt, 4TO POUCXOAUT BHITECHEHUE/
orrubanue Lc mon neiictBuem OCP mpu ero ceszpiBanuu ¢ OBC, u Lc
y4dacTByeT B crabuimzarmu csi3biBatonierocst OCP [47]. Myrantaeie ©DBC
o 6enky Lc (AApcC) nemoncTpupoBanu cHmkeHHoe OCP-3aBucumoe
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TymieHue (QIyopecleHIny M0 CpaBHEHHUIO ¢ KOHTpodbHBIMU DBC ¢
HMHTAKTHBIM reHoM apcC, 0JJHaKO yBeIWYeHHE KOHIeHTpauu dGocdara
CYIIECTBEHHO HUBEIUPOBAIIO PA3HUIY MEXIY MYyTaHTOM W KOHTPOJIEM
[63]. Ha mam B3misA, onHO3HAYHASI MHTEPIPETAIHS 3TUX Pe3yIbTaToB
3aTpyIHUTENBHA, IOCKOIBKY yAalIeHne BaHOro kommnonenta @bC MmoxeT
MMETh CMELIaHHOE U IIJIOXO MPEJACKA3yeMOe JIEHCTBUE HA UX CBOMCTBA.

IIpencraBnenus o ToMm, kakoi yauactok OCP oTBedaer 3a ero B3aumo-
neiicteue ¢ OBC, mensmch co BpemeHeM. 1o ogHON M3 paHHUX BEp-
cuit, umeHHo C nmomen OCP cuutancs OTBETCTBEHHBIM 33 3TO B3aHUMO-
neiicteue [47, 94]. B3zaumoneiicteue OCP 3a cuer N gomeHa Takxke
OBLIO MOCTYJIMPOBaHO [64], U 3Ta TUIIOTE3a MOAKPEIUISETCS JaHHBIMHU
o poiu octarka R155 Bo B3aumopueiicteuu ¢ ®bC [69] u Tem daxTom,
yro m3onupoBanHbelii RCP, sBistronmiics pparmentom OCP, cooTBercT-
BYIOIIIUM €ro npoteosinzoBaHHoMy N nomeny [116], sBusercs addek-
TuBHBIM Tymutenem OBC [67]. CoBceM HENABHO C MOMOUIBIO XUMH-
YECKOT0 CUIMBaHUS DIyTapoOBBIM anbaerugoM komiiekco ®bC-OCP
C TOCJIEAYIONIEH Macc-CIIEKTPOMETPUEH TTPOAYKTOB MPOTE0NIN3a ObLIO
00Hapy»XeHO, YTO HE JIOMEHBI, a MexaoMeHHbI nuHKep B OCP maer
HanOOJIBIICe KOJIMIECTBO KOHTAKTOB ¢ Oenkamu sipa OBC. Dot dakt
YaCTHYHO COTIIaCyeTcs ¢ MaHHBIMU Zhang ¢ coaBT. [64], mpu 3TOM Hanbo-
nee TITyooko pactoyiokeHHBIM B @BC cormacHo Takoi MOJCIH SBIISETCS
N nomen, a C nomer OCP oka3siBaetcs 6osee qocTymHbIM [63]. K coxa-
JICHUIO, Ja)Ke TaKas MOJAEIh OCHOBBIBAETCS HA MHOXKECTBE JIOMYIICHUN
M OCTaBIIIET HEKOTOPYIO cBOOOMY MHTEpHpeTaluil. bonee Toro, momxoe
OTCYTCTBHE B TAaHHOM HCCJICIOBAHUHU «CIITUTHIX» MENTHIO0B, TIPUHAIIC-
xammx N momeny OCP u GeKOBBIM KOMIIOHEHTaM SIpa, HAXOIUTCS B
HEKOTOPOM MPOTHBOPEUHH ¢ 0011er3BecTHRIM (haktoM, yto RCP criocoben
Tymmth OBC, naxxe He umes C moMeHa U JIMHKEPHOTO ydacTka. Takke
OCTaEeTCsl HEMOHATHBIM, TTOYEMY MPHU MOCTYIUPOBAHHOU JoCTymHOCTH C
koHueBoro fomMeHa OCP B kommiexce ¢ @BC I'Buzana ¢ coaBT. He MOIVIH
no0uThCs coounienus Ha Metamtoadpunnoit kononke ®BC u OCP npu
nMmmoOmn3anun OCP 3a C-KOHIICBOH MONMMTUCTUANHOBBIN Tar [68].

Hecmotps Ha onpeneneHHbIe YCIeXH MPU aHATU3€e B3aUMOACHCTBUS
OCP u ©BC in silico, noOcTUTHYTBIE C TOMOIIBIO METOIOB MOJICKYJISPHOM
JNIMHAMUKH 1 MoenupoBanus [61, 63, 64, 110], TouHbIi MEXaHU3M 3TOTO
B3aUMOJICUCTBUS OCTACTCS JAJICKUM OT IOHUMAHUS U HY>KIACTCS B IPSAMBIX
AKCIEPUMEHTAJIBHBIX JAHHBIX C UCTIOJIb30BAHUEM CTPYKTYPHBIX METOJIOB,
HanpuMep, PeHTTEHOBCKON KpUCTaLIorpaduu UIH KPUOIIEKTPOHHOM
Mukpockonuu. C oOHapyx)eHHueM CTaOMIbHBIX MyTaHTHBIX (opm OCP,
MMHUTHUPYIOIIHX €T0 aKTUBUPOBaHHOE cocTosiHue (Harpumep, OCP-W288A
[84]), Takas 3amada Ka>KeTCsl BHITOJTHUMOM.
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Opnnako naxe B ciydae HeMyTtanTHoro OCP oroakTuBaius nmpuBo-
JUT K 9pe3BbIYaiiHo mpounoMy B3aumoaericteuio OCP ¢ @BC in vitro,
0COOCHHO, TIPU BBICOKOW KOHIIEHTpanuu ¢ocdara, 1 Takoe CBI3bIBAHHE
3HAYUTENIBHO CTaOMIM3UpyeT KpacHyto Gopmy OCP [68, 78]. docdar
MOYKET 3HAYUTEIBHO CTAOMIM3UPOBATh KOMILIEKCHI M, BEPOSITHO, i Vivo
B3aMMOJICHCTBHE HECKOJIBKO cllabee, YeM in Vitro, OMHAKO OYEBUIHO, YTO
B YCJIOBUSIX in Vivo HEOOXoauM (akTop (Wi (PakTOpbl), KOTOPbIC MPHU
CHIDKEHUH YPOBHS OCBELIEHHOCTH TI03BOJISUIN OBI ClIeNIaTh B3aUMOJICHCT-
Bue OCP ¢ ®BC obparumbiM 1 3 (HEeKTHBHO BOCCTaHABIMBAIH ObI (IIyO-
pecuenpto @BC n notok sHeprumn Ha porocuctembl. Kak ObL10 0TMEUEHO,
OJIHUM M3 TaKHX (PaKTOPOB, CYLIECTBEHHO YCKOPSIIOIUM BOCCTaHOBJICHHE
¢nyopecuenuuun OBC in vitro u in vivo, oxazaincs 6enok FRP [94].

B3AUMOJIEMCTBUE OCP C FRP

Okxkaszanocs, yto nHkyOamus komruiekcoB OCP—-®BC B npucyrcreuu FRP
NPUBOJMT K 3HAUNTEIBLHOMY CHIKeHHUIo cozepxkanus OCP Bo ¢pakiun
OBC, nony4yeHHOH NpH HEHTPUPYTUPOBAHUHN B TPAIUEHTE CAXapO3bl, UTO
KoppesupyeT ¢ BoccTaHoBieHneM ¢ayopecueHunn ®bC, norymenHoi
npu podasnenun OCP [68]. Takum 00pa3om, ObUIO IPEAONIOKEHO, UTO
FRP cnioco6ctByet mucconmaru OCP or ®BC u, Tem cambiM, co3aeT
NPEANOCBUIKH Ul €r0 peflakcauud U3 (OTOAKTHBUPOBAHHOW KPacHOM
B opamxkeByro (Gopmy. Borrpoc o Tom, 3a cuer yero FRP cocoOcTByeT
BoccTaHOBJIeHUIO (uyopecteHun ObC, sBruseTcss KpaifHe CIOKHBIM 1
(aKTUYECKH CBOIUTCS K BBIICHEHHUIO TOTO, IPOUCXOAMT JIM KOHKYPEHLINS
FRP u OCP 3a cBs3piBanme Ha DBC, mmm ske FRP cBsi3pBaeTcs ¢ mocTyr-
HbiMH yaacTkamu Ha OCP, cBs3anaoM Ha @BC 1 aKTHBHO «BBITACKUBACT)
ero u3 OBC.

MexaHu3M, OCHOBaHHBIN Ha mpocToil koHKypernun FRP u OCP
3a Hekud ydacTok Ha PBC, mukTyeT Oojee BbICOKOe cpoacTBo FRP k
OBC no cpaBHenuto ¢ TakoBeiM y OCPR. Unaue, morpeboBanack Obl
3HaunTeNbHas KoHieHtpamus FRP, uro6sr BeiTecHuts OCP, Torma kak
u3BectHo, 4To FRP sdpdexkruBHo paboraer nake mpu HUIKUX MOJISIP-
Heix coorHomenusx FRP/OCP, oqnako 0e3 JOMOIHUTENBHBIX UCCIIEN0-
Banuii B3aumoneiictBuss FRP u ®BC 310 ocTaercst Aulllb MpeaMETOM
JnucKyccuii. Henmb3si MONMHOCTRIO UCKITIOUUTD, YTO CYILIECTBYIOT €UIE HE
00HapyXeHHbIE (PAKTOPHI, YYACTBYIOIIUE B PEryJIsUU (OTO3ANUTHI
Hapsay ¢ OCP u FRP. ['unoTtetnuecku Bo3MoKeH crieHapuii, korna FRP
BOOOIIE B3aUMOACHCTBYET TOIbKO co cBoOoaubM OCP, Benb cropocThb
BoccTanosieHus Guyopecueny @BC 3HaunTeNHEHO HUKE, YEM CKOPOCTh
MpEBpaLICHUS] KPaCHOH B OpaHkeByI0 (hopmy [46], uTO yKa3bIBaeT Ha TO,
YTO CKOPOCTh-TUMHUTUPYIOLIEH ABIIsIETCA CTaIusl MMEHHO OTCOEINHEHUS
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OCP ot ©BbC. B nonb3y Takoi TOYKH 3pEHHUSI KOCBEHHO TOBOPUT TaKXKe
orcytctBre HeooxoauMocTH B FRP st penakcarmmu OCP2 1 CiOHTaHHOTO
BoccTaHoBieHus (ayopecueHiun ®BC npu CHUKCHUU HHCOJSIIUU
[70]. OmHako coBceM HETaBHO OBLIH MOJYYCHBI JJaHHBIC 0 ToM, uTOo FRP
oOmagaeT IByMsl HE3aBUCUMBIMU aKTUBHOCTSIMHU, U MEXaHU3MBbI B3aHMO-
nevictBust FRP co ceo6oaasiM OCP u OCP, cesizannsiM ¢ @BC, MoryT
omInYaThes. B moab3y Takoil runoTe3bl CBUAETENBLCTBYET TO, UTO MYyTaIH
kak B OCP (B nepByr ouepenb, ocratkoB F299 u D220), tak u 8 FRP
(myTtanust R60L), koTopble cuitbHO CHUKANU cliocoOHOCTh FRP yckopsTh
Mepexo/1 KpaCHOH B OpaHkeByI0 GopMy, TPAaKTHUECKHU HE BIUSUIN HA CIIO-
coonoctb FRP otnensate OCP ot ®BC [117].

B orianume oT coBeplIeHHO HE OXapaKTEpHU30BAaHHBIX Ha JTaHHBIN
MoMeHT komiuiekcoB FRP ¢ OCP, cea3zannbiM ¢ BC, B3aumopeiictBue FRP
co ceoboaabM OCP uccnenoBano 6osee moapoOHo. [eHbl, Kogupyromme
OCP u FRP, yacTo pacnonoxeHsl HealeKO Apyr OT Apyra, OJHAKO
HaxOAATCS MO/ KOHTPOJIEM Pa3HBIX MPOMOTOPOB [94], uTo, BEPOATHO,
YKa3bIBaeT Ha paszHbIe, HE3aBUCUMO MEHSIOUINECS] KOHIICHTPAIMH THX
0EJIKOB B yCIIOBHSAX H3MEHSIOICHCS OCBEIIEHHOCTH, YTO HEOOXOAMMO JIJIst
MOJICTPOUKH (POTO3AIIUTHOTO MeXaHu3Ma. M3Ha9aIpHO MPeonaraioch,
gyto FRP MokeT B3auMomeicTBOBATh TOJNBKO C (DOTOAKTHBHUPOBAHHOM
kpacHoit ¢popmoit OCP,  4T0 3TO B3aMMOAEHUCTBHE MPOUCXOAUT Uepe3
N momen OCP, ipu ToM cBsizbiBanne FRP mecrabummsupyer kpacHyro
dhopmy OCP [94]. HenaBamMe OMOXMMHUYECKUE UCCIICTOBAHUS TTOKA3aIH,
gto FRP cnocoGen B3ammozeiicTBoBaTh u ¢ opamxkeBoit popmoir OCP
[84, 98, 118], omHaKo ¢ TOpa3g0 MEHBIINM CPOJICTBOM II0 CPABHEHUIO C
¢doroakruBupoBanHoit popmoii OCP, mpu 3TOM KaKyIHUecss KOHCTaHThI
JINCCOLIMAITUN COCTAaBIISLIA 0KOJI0 35 u 2,3 MKM, cOOTBETCTBEHHO [84].
Ouenka nmapameTpoB B3auMmoaeiicTBust FRP okaszamack BO3MOXKHOM ¢
UCIIOJIb30BaHUEM ITypIypHOI MyTaHTHOH (popmbl OCP-W288 A, koTopast
SBIISICTCSL CTPYKTYPHBIM U YHKIIMOHAILHBIM aHAJIOTOM KpacHOH (hOpMBI
OCP u Taxoke XxapakTepusyercst 00JIbIINM THIPOAMHAMUYECKHM PaInyCOM
1, 10 BCEHl BUAMMOCTH, Pa3/IelEHHBIMHA U OTAAJIEHHBIMHU JPYT OT Apyra
N u C gomenamu [83, 84]. C moMoIIpl0 KOMOMHAIIMH OMOXUMHYECKHX
METO/IOB OBLIO yCTaHOBJIEHO, uTo mpHu B3aumoneiicteuu OCP u FRP
MOJTy4YaIOTCsl CTa0MIIBHBIE KOMIUIEKCHI C KaXXyILIeicsl CTeXHOMEeTpHUeH
1:1, To ecTb B McceI0BaHHBIX ycloBUAX qumepbl FRP nucconmmnposanmn
npu B3aumoznencTsun ¢ OCP [84]. [Ipu 5TOM cpoACTBO M CTEXHOMETPHS
B3aumopericteust FRP ¢ OCP-W288A u anodopmoii OCP (B xoTopoii
OTCYTCTBYET MOJIEKYJIa KApOTUHOW/IA, CTAOMIN3UPYIOIIasi KOMIIAKTHYFO
KOoH(popMaIuio Oeika) mpakTUYecku coBmananu [99]. YuutsiBas 3tu
JIAaHHBIC, a TAaK)Ke CXOJICTBO B TrUiponuHamMudeckoMm moseaennn OCP-



98 H.H.Cnyuanxo u coagm.

W288A u anmodopmsr OCP (yBenudeHnbIi pannyc CTOKca v BRIpaKeHHAS
CKIIOHHOCTB K IMMEPHU3AIINHN ), MOYKHO MPEATIOIOKUTE, 9T0 FRP crocoben
y3HaBaTh U crienuduuecku cBsizbiBaercs ¢ TakuMu Gopmamu OCP,
B KOTOpBIX N- u C-KOHIIEBOW JIOMEHBI OTJAJeHbl IPYr OT Apyra, BHE
3aBHCHMOCTH OT HaJHuus KapoTHHOUAA. bonee Toro, cucrtemarudecku
Habmoganock yennuenue kommakTHoctr komruiekcoB OCP u FRP, uto
MO3BOJIMIIO CIENaTh MPEANOIOKEeHHE 00 aAalTepHOW MM ILIANepOHO-
nojno0Ho gyHkiuu FRP no orHomenuto k OCP, 6naronapst uemy FRP
MOXKET «CBOAMTH» pasBeneHHble noMeHbl OCP, criocobcTBys ero 00paTHoM
KOHBEPCUH M3 KpacHOH B opamxkeBylo Gopmy [84, 99]. MoxxHo mpearno-
JIO)KUTh, YTO MMOMHUMO CBOEH Ba)KHOHM YCTaHOBICHHOH poiu B (OTO3a-
mUTHOM MexaHu3me FRP BeimonHseT onpenenaeHHyo poib B Ipolecce
cBopaunBanus U co3peBanuss OCP. B HenaBHeii padore bnankenmm ¢
COABT. OBUIM MTOTYYEHBI IOATBEPKACHUS IPEIIOIOKEHHUS O TOM, yTo FRP
MOXET CIY>KUThb MOCTUKOM, cOmmxaromum aomensl OCP B mporecce
¢byuakumnonnpoBanus [ 118]. beu1o Takke MOCTYIMPOBAHO, YTO B TIpoOIIecce
(YHKIIMOHUPOBAHUS MPOUCXOAAT 3HAUUTENIbHbIC KOH(POPMALMOHHBIE
nepectpoiiku FRP, Bkitoyaronme MOHOMEPHU3aLUIO U YACTUYHOE Pa3Bo-
paunBanne C-KOHIIEBOH oOmacTh 3Toro Oenka (cMm. puc. 3A), 9To, pea-
MTOJIOKHUTEITHHO, SBIICTCS HE0OXomUMbBIM yciioBueM nepeBomga OCP u3
KpacHO# B opamxeByto Gopmy [118].

Jlo HenaBHEro BPEMEHM OCTABAJICS HESACHBIM BOIPOC O TOM, Kak
ycrpoena oonacts koHTakTa FRP 1 OCP, 1 kakue o6acTv 3a1eHiCTBOBAHBI BO
B3aNMOJICHCTBHH 3THX OEJIKOB. B r1epBy1o ouepein, MpecTosno BEISICHUTD,
kakoii n3 momeHoB OCP neceT yyactok(ku) cBa3piBanus FRP, u Ha aTOT
BOTIPOC yAAJIOCh OTBETUTH C TIOMOIIBIO ITOIX0/1a «Pa3AEIAil U BIACTBYI.
Oxkazanocs, uto in vitro FRP mpaktuyeckn He B3aMMOAEHCTBYET HH C
RCP (axBuBanent N nomena OCP), vu ¢ ero anodopmMoi, oIy4YeHHBIMH
B OakTepuaIbHON CHCTEME IKCIIPECCHH, OJTHAKO C XOPOIIUM CPOACTBOM
CBSI3bIBAETCsI € MOJIMUIENTHIOM, cooTBeTcTBYytomNM C nomeny OCP, naBas,
OJTHAKO, KOMILIEKCHI ¢ pa3inyHoii crexuomerpueii [119]. K Gonbuiomy
VAWBIICHUIO OKA3aJI0Ch, YTO MPH IKCIIPECCHH B KIIETKaX E. coli, cHoCOOHBIX
MPOIYLUPOBATH CIIOKHBIE KapOTHHOM B [83, 120], mocnenHuii oopasyer
Ype3BBIYAIHO CTAOUIIbHBIC AUMEPHI, CTIOCOOHBIE CBA3BIBATH KAPOTHHOM/I,
4TO HajensieT OeJIOK YHUKaNbHBIM (hrosetoBbiM 1BeToM [119]. Takoii
6erok o611 Ha3BaH COCP (ot C-terminal OCP-related carotenoid protein),
u B ciydae Synechocystis coorBerctByer C nomeny OCP (ocratkn
165-317), onHako, Kak moka3biBaeT (huiorenernveckuit anamms, COCP
MOXET MMETh T'OMOJIOTOB, KCIpeccupyromuxcs Hezasucumo ot OCP
i RCP u o0nagaromux He BIIOJIHE MTOHATHRIME QyHKIMsamu [121, 122].
BrrsicHMIIOCH, 4T0 MOINEKYIa KapoTuHOUa cradmmusupyet numepsl COCP
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3a cueT 00pa3oBaHUs BOAOPOIHBIX CBS3€H ¢ ocTaTkamu TUpo3mHa-201
u Tpunrtodana-288. B orcyrcTBUE KapOTHHOM[A WIIM TOJ JICHCTBHEM
3amenbl W288A numepsr COCP nproOpeTaroT 3aMeTHYIO0 CKIIOHHOCTD K
Jucconuanii. MojenupoBanne CTPYKTyphbl TaKUX TUMEPOB Ha OCHOBE
CHMMETPUH, MPOIUKTOBAHHON MPUPOAON CBSI3aHHOTO C OJAMHAKOBBIMU
CcyObeAMHNIIAMU CUMMETPUYHOTO KapOTHHOWAA KAHTAKCAaHTHHA, a TAaKXkKe
JAHHBIX CHEKTPOCKOTUU KOMOMHAI[MOHHOTO PacCesHUS, KPYrOBOTO
JUXPOU3Ma U aHaJIM3a BTOPUYHON CTPYKTYpPBI AT OCHOBaHME 110JIarars,
YTO CyOBEIUHHUIIBI TAKOTO INMEPA CTPYKTYPHO MOITHOCTHIO COOTBETCTBYIOT
C nomeny OCP [119]. HecmoTpst Ha TO, UTO pacCMOTpPEHHBIE TaHHBIE HE
HUCKII04YaroT Bo3MoKHOCTh FRP B3aumopeiicrsoBars ¢ N nomenom OCP
WJIM MEKJOMEHHBIM JINHKEPOM, OCOOCHHO B YCIIOBHSIX yXKe 00pa3oBaHHOTO
xommiekca OCP—FRP, onu ykaspiBaroT Ha TO, 4TO OCHOBHOM crieuduy-
HbIH yyacTok cBsi3biBaHus ¢ FRP naxonutcs umenno na C nomene OCP.

IIpu cucremarnueckoM cpaBHeHHU criocooHocTr FRP B3anmoneiict-
BOBaTh ¢ pa3HeiMu popmamu u parmenramu OCP ObL1a chopmynupo-
BaHa T'MIOTE3a O TOM, YTO yudacTok cBsi3biBaHus FRP Ha C konue OCP
CYIIECTBYET BCerJa, HO B HEKOTOPBIX cocTosHusx OCP moxer OBITh
3aKPBIT HEKUM CTPYKTYpHBIM 31eMeHToM OCP, npeaoTBpamatomum npoy-
Hoe cBs3piBanme FRP, cBoiicTBeHHOE (hoToakTuBHpOoBaHHOU hopme OCP
[90]. TIpumeuarensHOM 0coOeHHOCTRIO CTPYKTYpsl OCP B opamkeBoit
(dhopm™me sBrsteTcs Hammare N-koHIIeBoro cerMenTa (N-terminal extension,
NTE), koTopsIii COTEP>KUT KOPOTKYIO 01 -CITHpaTh, HATHATIAIOITYIO CHAPYKH
Ha B-cnoit C nomena OCP (cMm. puc. 2). ITOT CETMEHT, Cyas IO BCEMY,
BBITTOJTHSIET POJIH CBOETO PO 3aIienku win nperoxpanutens 8 OCPO,
HO OTCOGAMHSIETCS U, IO-BUJANMOMY, pacijieTaeTcs Ipy (pOTOAKTHBAIMH
OCP [62,91] (cM. COOTBETCTBYIOIIHI paszen BhIIe). TakKe 3TOT SIeMEHT
BOBCE OTCYTCTBYET Y HEKOTOPBIX HccienoBaHHbIX popm OCP, uto MmokeT
00BSCHUTH MX CHOCOOHOCTH MPOYHO cBsA3bIBaTh FRP u 6e3 paznencHus
momenoB. [leticteutensno, OCPR, OCP-W288A, Apo-OCP, COCP u
Apo-COCP npostBISIFOT CIocoOHOCTE B3anMmoeiictsoBars ¢ FRP, a OCPP,
RCP, Apo-RCP — ecnu u crioco6Hb! cBsizbiBark FRP, To nenator 310 ¢
ropasao MeHbIUM cpoacTBoM [90, 119]. OTu gaHHBIE TOABOIAT HAC K
MPEINOI0KEHUIO O TOM, YTO ydacTok cBsi3biBaHMs FRP mepecexaercs
VI COBIAJIAeT ¢ yuacTkoM cBsizbiBanus NTE B oonactu B-cnost C momeHa
OCP, a cam cerment NTE npenoxpanser OCP oT npexneBpeMeHHOTO
ces3piBaHus FRP B oTcyTcTBHE oToakTMBaimm U «craikuBaet» FRP B
camoM KoHue ¢orouukna, npu nepexoge OCP u3 kpacHol B OpaHKeBYIO
¢dopmy. B mosTHOM COOTBETCTBUY C TAKHM MPEATIONIOKEHIEM, OKa3all0Ch,
4T0 yrnanenue anbda-crupanu B cocraBe NTE B 6ennke ANTE npuBomut
K TOMY, YTO OH Ha4WHaeT cBs3bIBaTh FRP ¢ HamBhICIIMM CPOACTBOM M3
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BCEX MCCIIENOBAaHHBIX Ha HacTosm it MoMeHT opm OCP, e Tpebyst dpoTo-
aKTHBAIMK U pacxoxacHust qoMeHoB [90]. OmnpeseneHnas ¢ MOMOIIBIO
KOMOMHAIIMK METOAOB (aHAIMTHYECKAs Telb-QUIbTPaIus, HATUBHBIN
ANEKTPOPOpe3 U XUMUUECKOE «CIITUBAHUEY TIYTAPOBBIM aJbJIETHUIIOM)
Kkaxymascs: crexuomerpusi komiiekcoB ANTE-FRP Owiia Onuska k
1:1, montBep>xaast BeiBoAbI, caenanabie st OCP-W288A u Apo-OCP,
u yka3piBasg Ha MoHomepuzauuio FRP npu Bzaumopeiicteuu ¢ OCP
[84, 99]. CyOMukpoMossipHasi Kaxymascs KOHCTaHTa JUCCOIUAIUU
komruiekca ANTE/FRP, o Bceli BupumMocTu, oOyCIIOBJICHA TEM, YTO B
OCP-ANTE otcyrctByet snemenT (NTE), B HOpMe KOHKYpHUpYIOLIHI €
FRP 3a onuH y4acToK CBSI3bIBAaHHS, U/HIIU MIOCKOJIBKY B TAKOM BapHaHTE
JIOMEHBI OKa3bIBAIOTCSI HEPA3BEIECHHBIMH, U JIETKO JOCTYIHBI JPyrue
TUIOTETHYECKUE YUacTKH cBsi3biBanus FRP, paboTaromero mo npunHuumy
ajanrepa, Wi MocTuka, commkatomiero gomeHsl OCP [84, 90, 98, 118].
bruto npeamnonoxkeno, uro koHKypeHms Mexay FRP u NTE moxeT ObITh
00yCIJIOBJICHa HEKOTOPBIM CXOACTBOM KaK B NEPBHYHON CTPYKTYpE, TaK
U B MMPOCTPAHCTBEHHOM yKiaake N-KoHIIEeBbIX ydacTkoB B FRP (memruy
PAETQSAHALFR?* B mocnenosarensHocTi FRP u3 Synechocystis 6803)
u OCP (nentupx *FTIDSARGIFP'S B mocnenosarensHoct OCP u3 Toif
ke nmanoOaktepun) [90]. JlelicTBUTENHHO, KaK U YKa3aHHBIC ITETITHIIEI,
noBepxHOCTh C momena OCP B obmactu cBs3piBanus NTE (u FRP)
borara ruapodoOHBIMA aMUHOKHUCIOTHBIME ocTaTkamu (A222, F264,
L291,F299, F300, A302), 9o MOJKET yKa3bIBaTh Ha IPUPOTY OCTOK—OeI-
KOBBIX B3auMOJEHCTBUI. HeynuBUTENBHO, UTO MyTallMM B 3TOM MECTE
OCP npuBOAAT K HapyIIEHUIO CBsI3bIBaHUS U (yHKIHOHMpOBaHUs FRP
[96, 117]. bonee Toro, mpu aHaIW3e ITON 30HBI CTAHOBUTCS IMOHSITHO,
noueMy ¢oroaktuBaiysi OCP u HapylieHHe BOIOPOIHBIX CBSI3ei KETO-
rpymnmbl kKaporuHouna ¢ W288/Y201 npuBonut k orcoenuneHno NTE
W JaibHeHImuM KoH(popMaluoHHbIM nepectpoiikam B OCP [62, 71,
91]. Cnenyet oTMETUTH, 4TO OcTaTOK W288 pacnosokeH ¢ BHyTpeHHeH
CTOPOHBI TOTO ke B-cItost, uTo ¥ ruapodoOHbIi yuacTok cBsizbiBaHust NTE,
a TIOTOMY JIETKO TIPE/IIOJIOKHUTE U3MEHEHUS B €0 TUAPO(HOOHOCTH/TIONSP-
HOCTH, a cIe0BaTelbHO, IPOYHOCTH cBs3bIBaHus NTE, npu HapymeHun
BOJIOpOHOM cBsA3M ¢ W288. B To ke Bpems1, He COBCEM MOHSTHO, TIOUEMY
nocnenoBarenbHoctn OCP, B wactHocTn, C gOMEHOB ropasno Oosnee
KOHCEpBAaTUBHEI, 4eM nociuenoBarenbHocTH FRP. Oto Moxer orpaxkars
MPOLIEeCC IBOMIOLUH OCIIOK—OETIKOBBIX B3aMMOJCHCTBUM 1 yKa3bIBaTh Ha
HEKOTOpBIC Pa3iIuyusi B MexaHu3Me cBsizbiBaHusi FRP y pasHbix BHIOB
aHoOaKTEepHid, TMOO MOXKET OBITH CBS3aHO C MEHEE BBICOKOW CIICIH-
¢uuyHOCTBIO yuacTKa cBa3biBanus FRP ma OCP. B mobom ciydae, B
JaJbHEHIINX MCCIIEN0BAHUAX MHTEPECHO OyIeT MOHATH, CIIOCOOHBI
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mu FRP w3 omHMX OpraHn3MOB yCKOPSTH NEepexoi KpacHou (GopMbl B
opamkeByo Gopmy OCP, momydeHHOTO M3 APYTUX UCTOYHHUKOB. DTO
JIOJIKHO TIPOJIUTH CBET Ha KJIFOUEBBIE YUACTKU B cTpYKType FRP, koTOpBIE
BakHBI 11151 pyHKIMoHUpoBanusi FRP, 1 Te, KoTOpbIe onpenenstorT BUIo0-
CHEIU(PUIHOCTb.

HecmoTpst Ha mpuBIeKaTeNbHOCTh THIOTE3BlI O CYIIECTBOBAHUU
Oosee uem oxHoro yuactka koHTakta FRP ¢ OCP u jnaHHbIe HATUBHOM
Macc-CIeKTPOMETPUH, TTOKa3bIBAIOIIHE BO3ZMOXKHOCTh 00pa3oBaHUs
TpaH3ueHTHbIX KoMIUIekcoB N nmomeH—FRP-C nomen [98, 118, 123],
HECOMHEHHO, TOTPEOYIOTCSI HOBBIE UCCIICIOBAHUSI [1s1 TOYHOTO BBIACHEHHS
MexaHu3Mma cBsi3biBanust FRP Ha monexyne OCP u ero ¢pyHKIHMOHUPOBAHKSI.
OKcIeprMEHTaIbHbIE TaHHBIE, CBUIETEICTBYIONNE O MOHOMEPHU3ALIUT
FRP, npencraBisiioTcs KpaiiHe HHTEPECHBIMU U MOTYT OOBSICHUTH MHOTHE
HaOIIOZICHUS, & TAKXKE COTIIACYIOTCS C Pe3y/IbTaTaMd KUHETUYECKOTO
MO/ISIIUPOBAHUS TIPOILIECCOB, MPOUCXOAANIUX MPHU (HYHKIIHOHUPOBAHUH
cucTeMbl (hOTO3AIIUTHI in Vitro M in vivo [97], omHako motpedyer Oomee
JIeTaJbHOM IPOBEPKHU B JalbHEHILIEM, B TOM YUCIE, C TOMOUIBIO METO/IOB
CTPYKTypHO# Omonornu. K coxaneHnto, MHOTOYNCIEHHBIE TIOTBITKH
3akpucTamum3oBarh Komruieke FRP ¢ pasabmvu popmamu OCP Ha maHHBIH
MOMEHT MPHUBEIHN K POCTY KPACHBBIX IIBETHBIX, HO HE TUPPATHPYIOIINX
kpuctamioB (CIydaHKO ¢ COaBT., HEOTyOIMKOBAHHEIE TaHHEIC).

B3AI/IMOIIEI71CIBHE N30JINMPOBAHHBIX JIOMEHOB OCP
1 YHUKAJIbHbII MEXAHN3M ITEPEHOCA KAPOTHMHOUIA

Kak 0pu10 crazaHo paHee, mpuMmedarenbHON ocobeHHOCThI0O OCP sBms-
€TCsI MOIYJIbHBIN IPUHILMII €r0 CTPYKTYpHOH U (DyHKIIMOHAJIBLHOM opra-
HU3alMU — OCJIOK COCTOUT M3 JIByX OTHOCHTEIBHO >KECTKHX JOMEHOB,
COEIMHEHHbIX AJMHHBIM JIMHKEPOM, U YACP)KUBAIOILUX MOJIEKYIY Kapo-
truHOWAA [67] (puc. 4). Ycmex B CEKBEHHPOBAHHMH MHOTOUYHCIICHHBIX
TEeHOMOB [IMAaHOOAKTEPUH B OCIIETHHUE I'OJIbI IPEAOIPEIEINI IPOrPECC B
MOHUMAaHUH Pa3HO00pa3usl yCTPOHCTBA MHOTUX BaXKHBIX MEXaHU3MOB Ha
MoJIeKyJsipHOM ypoBHe. [IpumenurensHo k OCP, oka3anock, 4To MHOTHE
MaHoOaKTEepHAIbHbIE TEHOMBI COJEPKAT TTIOMUMO TIOJTHOPa3MEPHBIX
redoB OCP Taxke U reHbI, COOTBETCTBYIOIHE OTAeIbHO N 1 C 1oMeHam
Oernka, mpUYeM B HEKOTOPBIX MPEACTABUTENAX OKAa3aJI0Ch 10 HECKOIBKO
BapHaHTOB TaKKWX roMosioroB. B 2016 rogy 66110 TOKa3aHO, YTO TOMOJIOTH
N-kxonneBoro nomena OCP sBISIOTCS KapOTHMHOMI-CBSI3BIBAIOIIUMU
oenkamu, nonyuusinmMu HazBanue HCP (helical carotenoid proteins)
[121]. o cBoeit mpocTpancTBeHHOI cTpykType HCP okazanuch cxoqHbMu
¢ RCP (mpoaykt mporeonusza OCP [116]). HecmoTpss Ha cxonHyto
CTPYKTYpPY H OOILYIO CIOCOOHOCTH CBS3BIBATH KAPOTHHOU/IBI PA3INIHOM
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MIPUPOJBI, YTO OOYCIOBIMBAET UX KPACHOBATO-MyPIIYPHYIO OKPacKy
(puc. 4), 10 KOHIIA HE MOHITHO (PU3UOJIOTHYECKOE TpEJHA3HAUYCHUE
HCP — ux cnoco6Hocth Tymuth duryopectennntio @bC u ADK cuibHO
pasnnyuanuck y uccienaoBanubix HCP 1 Obutn miioxo mpesickazyeMbIMH
[121, 124]. Hanpumep, Hecmotrpst Ha romosoruto ¢ RCP n nanuuue
cBsizaHHOTO KapotuHouaa y Bcex HCP1-4 usz Anabaena, Bapuant HCP1
(all1123) oxazancs HeadpdexruBubM Tymmrenem Hu ADK, au OBC,
B TO Bpemsi kak HCP2 (all3221) u HCP3 (alr4783) nemoHcTpupoBain
CIOoCOOHOCTH K TymieHHio Toiabko ADK, a HCP4 (all4941) — Tymenuto
OBC [124, 125]. MoXHO NPeANONoKATh, YTO pa3iudnie B CBOMCTBAX
Pa3HbIX TOMOJIOTOB N-KOHIIEBOTO IOMEHA CBSI3aHO C TUIIOM CBSI3aHHBIX
KapOTUHOUJOB, UX Pa3HON SKCIOHUPOBAHHOCTHIO B PACTBOPUTEIND, a
taxoke onuromepHsiM coctosiHueM HCP. Tak, Tunuunsiv s RCP u ans
HCP, no-Bunumomy, siBisieTcsi MOHOMepHOe cocTtosinue [67, 119], naxe
B YCIIOBUSIX TOBBIICHHONH KOHIIEHTPAIMU OelKa MPU KPUCTAILTHU3AIUH
(PDB 4XB4), omnako HCP1 0w 3akpucTaiin3oBaH B BUAE AUMeEpa
C JIOBOJILHO OOJBIION TUIONIAIbI0 KOHTaKTa MOHOMEPOB, KaXKIbIi U3
KOTOPBIX CBs3BIBaeT MoJekyny kaporuHouma (PDB SFCX) (cm. puc.
4). Bo3M0OXXHO, ITUPOKHUI apCceHall Pa3HBIX KapOTHHOUI-CBSI3BIBAIOIITIX
romosioroB OCP HeoOXomum Tl pactipeaesieHus] 00sI3aHHOCTEH (T.H.
cyO(yHKIIMOHATH3AITHS) U TTOMOTAET ITHaHOOAKTEPUSIM TOTIOTHUTEITHHO
aJlanTHPOBATHCS.

B 2017 romy 651710 MOKa3aHo, 9TO ¥ TOMOJIOTH C-KOHIIEBOTO JOMEHA
OCP moryT cymecTBOBaTh HE3aBUCUMO U TIPH ATOM CBS3BIBAIOT KAPOTH-
Hownp [119, 122]. Buepssie 370 OBIJIO TOKAa3aHO HA TPUMEPE UCKYCCTBEHHO
nonryaerroro C-xonreBoro nomena OCP u3 Synechocystis (y KoToporo
HET HE3aBUCHUMBIX TE€HOB, KOMUPYIOMUX roMosioru C KOHIIEBOTO TOMEHA)
[93, 119], u mumIb moTOM OBLIO MTOKA3aHO M APYTHX ToMosioroB C JoMeHa
OCP [122]. Okazanoch, 4T0 Takue OCIKHU TaKKe SIBIISIOTCS KAPOTUHOU/I-
CBSI3BIBAIOIIMMH U CIIOCOOHBI TYIIMTHh aKTUBHBIE (DOPMBI KUCIOPO/IA,
OJTHAKO He yMmeroT TymuTh (ayopecuennuo OBC [119], yto momo-
HUTENBHO MOATBEPKIACT TUIIOTE3Y O PACTIONIOKEHUH YIaCcTKa CBSA3bIBAHUS
¢ ®BC ne na C nomene OCP, a Ha N jjoMeHe W/Wn JIMHKEPHOU 00J1acTH,
a TaKXKe MOJHOCTBIO COIVIACYETCSl C MOAYJIbHBIM MPUHILIUIIOM CTPOCHUS
OCP [67]. Cnenunanuzaius romonoroB fomenoB OCP, xoTs u 10 cux nop
HE JI0 KOHIIa TIOHSATHAs!, HABOJUT HAa MBICIIE 00 BOJIFOIIMOHHOM ITPOUC-
XOXKICHUH TAKOTO IByXJI0MeHHOTO0 Oenka kak OCP. BO3HUKHYB OTHAXTbI
HE3aBHCUMO, JOMEHBI MOTJIM MPETEPIETh CIHUSIHUE MOCIE TOro, KaK
MpHUpOJIa TiepecTala UCIOoIb30BaTh IS (DOTO3AIIMTHI UX HEKOBAJCHTHO
CBsI3aHHBIE TeTEPOTUMEPHI Kak MeHee d(pdexTnBHbIe ancamOmu [119, 121,
122]. OgHako TaKylo rUIOTE3y HY’KHO pacCMaTpuBaTh C OCTOPOKHOCTBIO,
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ocCpP

- UMEeeT MHOTrO roOMOJIOroB
- MOJKET CBA3bIBATH Pa3Hble KaPOTUHOMAbI
- doToaKTUBMpPYETCA (KETOKAPOTUHOMAbI)
- cnocobeH Tywutb APK

- cnocobeH Tywutb Pbc (R dopma)

PDB:4xb4 PDB:5fcx
- MOTYT CYMTbIBATLCA C HE3aBUCUMbIX FEHOB - MOTYT CYUATBIBATLCA C HE3aBUCUMBbIX Fr€HOB
- B OCHOBHOM MpeAcTaBNeHbl MOHOMepamu® - 06pasytoT cTabusibHble AUMepbI
- MOTYT CBA3bIBaTb PA3/IUYHbIE KAPOTUHOUAbI - MOTYT CBA3bIBaTb CUMMEMPUYHbLIE KAPOTUHOUAbI
- He GOTOAKTUBHbI - He GpOTOaKTUBHbI
- CNOCcobHbI TywuTb AGK - cnocobHbl Tywmnte AGK
- CNocobHbI Tywuts Pbc - cNocobHbl NnepeaasaTb KapotuHouna B NTD
- He B3aumogeicTsyioT ¢ FRP - CNocobHbl B3anmogeicteosath ¢ FRP

Puc. 4. Crpoenue u coiictBa OCP u3 Synechocystis 6803 u romonoros ero N u
C IOMEHOB.

[Ipusenensr monemn kpuctammmaeckux cTpykryp OCP, RCP u HCP1 (unen-
tudukaropsl B 06aze nanubix PDB yka3zanbl), a Takxke rHOpuaHas MOZENIb JUMepa
COCP, nocTpoeHHas Ha OCHOBE OHOXUMHYECKUX U OMO(PH3NIECKUX JTAHHBIX U ONTHU-
MHU3HPOBaHHAs IPY IOMOLIH METOI0B MOJIEKYIIsipHOM auHamukH [ 119]. [lepeuuncnenst
OCHOBHBIE CBOICTBa OEJIKOB U ITOKa3aHbl TUIIMYHBIE L[BETA ITPETIAPATOB, TOIYYaEMBbIX
B OakrepuanbHOU cucteme skcnpeccuu [83, 120]. 3Be3mouka (*) o3HauaeT, 4To
MOHOMEPHOE COCTOSIHUE MOKET He ObITh THUITUYHBIM 1715 Bcex HCP, mockonbky kak
MUHUMYM ofinH u3 npezcrasutencii (HCP1) 3akpucramnm3oBan B iumepHoi popme
(PDB:5FCX). B mogenu COCP nmyHKTHPOM OTMEUYEHa yCIOBHAS IIIOCKOCTh CHMMET-
puu uMepa ¥ 3eJIeHBIM — IoJToykeHne ocTaTkoB F278 (mymepanus sxBuBanenTna OCP
u3 Synechocystis), B KOTOpoM y ToMoJioroB C JOMEHa MOYKET HAXOAUTHCS IIUCTEHH
(cM. Takxke puc. 5).

MOCKOJIBKY Y Hau0OoJiee MPUMUTUBHON HBIHE JKUBYIICH [HaHOOAKTEPUH
Gloeobacter, He umeroliieit THIaKOU OB [ 126], UMeeTCs OJTHOPa3MEPHBIN
OCP (Uniprot Q7NPKS) u cooTBeTCTBYIOIINIT MEXaHH3M TylIeHHS (iryo-
pecuennuu OBC [127].

[Ipu mombITKE BOCCO3ATh ATY CUTYALUIO in vitro nis gomenoB OCP
u3 Synechocystis, CAHTE3UPOBAHHbBIX [TO-OTACIBHOCTH B KAPOTHHOM/I-ITPO-
IYIUAPYIOLIUX KIIeTKaX E.coli, 0ka3anock, 4TO B3aUMOJICHCTBHE JIOMCHOB
MPHUBOJUT K 00pa3oBanuto HeycToiunBbiXx OCP-11000HBIX KOMIUICKCOB,
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KOTOpBIC JJaKe AEMOHCTPUPYIOT (POTOAKTUBAIIUIO U CIIOCOOHBI TYIIUTh
®BC, HO mociie (OTOAKTHBANIMK TPAKTUYECKU HE CIIOCOOHBI PElIaKCH-
poBatb B OCP°-nono6noe coctostaue [119]. DTu naHHbIe, BO-TIEPBBHIX,
AKCIIEPUMEHTAITEHO MTPOIEMOHCTPHPOBAIIN BOSMOYKHBIN 3BOIIOIIMOHHBIN
cueHapuii BozHukHoBeHus1 OCP [121], a, BO-BTOPBIX, CBUAECTEIBCTBOBAIN
B TIOJIb3Y TIEpEeMEIIEeHUsT KAPOTHHOUIA U3 OIHOTO Oellka B JIPYro¥l mpu
pexomOnHanmu aroopmsel N momeHa u kapotuHou-cBss3anHoro COCP.
[Ipu aTom duonerossiii pactBop COCP (kapOTHHOHUT PaCcTIONOKEH MEXKITY
C nomenamu B aumepe COCP) (cm. puc. 4) TOCTENIEHHO TPHOOpETa
OpamKeBYI0 OKpacky, xapaktepuyro it OCPC, B KOTOPOM KapOTHHOMT
pacnosioxen Mexay N u C momenamu. Okazanock, 4To emie Oolee
3 (PeKTUBHO MaHHBIA TpOIlecCc MpOTeKaeT, eciu amodgopmy N moMeHa
3aMeHUTh Ha arodopmy nosHopazmepuoro OCP [93, 119]. B pesynbrare
npsimoit iepenaan kapotuHouaa or COCP k Apo-OCP o6pa3oBbiBaniach
3HaUUTEIRHO Oosiee cTabunpHast popma OCPC, koTtopast 61a criocobHa
K MHOTOKpaTHO#H (oroaktuanuu u tymennto ®BC [93]. Oto oTkphiTHE
MO3BOJISICT MPE/IOJI0KHUTh, YTO TIOMUMO aHTHOKCHIAHTHON (DYHKIIUHU B
kietke romosioru COCP oCyIIecTBIISAIOT PYHKIIUIO XPAHEHUS M TPaHC-
MopTa KapOTHHOMJIOB U CHOCOOCTBYIOT «co3peBanuio» OenkoB OCP n
HCP, nepenaBasi KapOTHHOHIBI UX ariopopMam.

JIt00ONBITHO OTMETUTB, YTO MPH TAKOM YHUKAILHOM MEXaHU3ME ITepe-
Jla4¥ KapOTUHOM/IA OT OeJIKa K OeIKy IMPOUCXOIuIIa pa300pKa OCTaTOYHO
ctabmibHbIX 1uMepoB COCP, KoOpIUHUPYIONIMX KAPOTUHOU, & My TallHsI
W288A B COCP, nectabmimzupyromias cBsi3b C KAPOTHHOUIOM U TUMEPEI
0enKa, 3HaYNTENILHO YBEIIMYMBaIa CKOPOCTh Iiepeiauun KapoTuHoua [93].
Oo6napyxenHas cki1oHHOCTh Apo-COCP k camoacconuanyu B 1MMephl
JIaKe B OTCYTCTBUE KaPOTHHOM A ¥ COOTBETCTBYFOIINE KOHIICHTPAIINOHHBIE
3aBUCHMOCTH OJINTOMEPHOTO COCTOSHUS, OKa3aBIIMECS CXOJHBIMH Yy
Apo-COCP u nonropaszmepHoro Apo-OCP wim OCPR u OCP-W288A,
MO3BOJIMIIN MIPENITONIONKUATE, YTO UMEHHO C tomeHbl OCP 0TBETCTBEHHBI
3a 00HapYXKEHHYIO paHee CKIIOHHOCTh (hoTOaKTUBHPOBaHHOH popmbr OCP
(u mpyrux GopM ¢ pa3eNeHHBIMA JOMEHaMH) K 00pa30BaHUIO AMMEPOB
[83, 84]. OCP®, umeroniuii KOMIAKTHYIO (HOPMY, TEMOHCTPHPOBAT
3HAYUTEIHHO MEHEE BRIPAKEHHYIO CKIIOHHOCTH K JUMEPHU3AIIH, CY/Is 110
BCEMY, MTPOUCXOSIIYIO TI0 HHOMY MEXaHH3MY, C 00pa30BaHUEM JIPYTOTO
MexcyobemuanaHOro uHTepdeiica [93]. Ha ocHOBe 3THX HAOIIONCHMIA,
a TaKKe JAaHHBIX MAJIOYTIIOBOTO pacCesiHUsI PEHTTEHOBCKUX JTy4ei, ObuIn
MOJYYECHBI MOJICTH HHU3KOTO pas3pelieHust JUIsl JUMEPOB U MOHOMEPOB
OCP u Apo-OCP (OCPR) B pactBope [93]. BaskHO OTMETHTD, UTO B 3THUX
paborax, a Takke B paborax [98, 118] numepsr OCPahpexTrBHO 06pa-
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30BBIBAJIMCH JIUIIb MIPH BECbMa BBICOKHMX KOHIICHTpalusix Oenka. DTu
JTAaHHBIE HAXONATCAd B HEKOTOPOM IPOTHBOPEUMHU C MOCTYITHPOBAHHBIM
paHee MexaHu3MOoM, coriacHo KoTopomy OCP cyIiecTBYIOT B BUJIE JMMeE-
poB [70, 72], a ¢oToakTHBALUs MPUBOAUT K MX MOHOMepHu3anuu [64].
Cynst o Bcemy, Hanpotus, Gortoakrusaius OCP, mpuBosias B KOHIIE
KOHIIOB K PAaCXOXJICHHUIO €0 TOMEHOB, YCHUIIMBAET CKIIOHHOCTh Oelka K
JUMepU3alui, TPEUMYLIECTBEHHO 3a cueT o0pa3oBaHusi MHTepdeiica
mexay C nomenamu [93]. CTOUT OTMETUTB, YTO TaKol HHTEpdEHC MKy
C nomenamu, uMmeromumiicst Takxke B moaenu aumepa COCP, cBsi3biBato-
IIEr0 KAapOTHHOM I, O3HaYaeT CONMKEHHUE MeTelb, COACPIKAIINX TPUMeya-
TEeJIbHBIN 0CTAaTOK (peHMIanaHnHa B osnoxkennu 278 (mymepauust OCP u3
Synechocystis), B KOTOPOM Yy MHOTUX roMoJ1oroB C JOMEeHa CTOUT OCTAaTOK
nuctenHa (Harmpumep, y romonora all4940 uz Anabaena) (puc. 5). B
JaybHemeM OyleT MHTEPECHO MOHSTh, COCOOHBI JH JTUMEphl TAaKUX
TOMOJIOTOB 00pa30BbIBaTh KOBAJICHTHbIE AUCYIb(HUIHBIC CIINBKH MPHU
OKHCJICHNH, U KaK Takasi MOAN(UKALKS BIMACT HA IEPEHOC KapOTUHOU A
ot COCP.

Taxwmm 06pazom, TUMep—MOHOMEPHBIE TIEPEXOIbI OKA3bIBAIOTCS KpaHe
BaKHBIMH IIJIs1 TOHUMaHMsI MexaHu3Ma ¢yHkimornpoBanus OCP u FRP
in vitro, OMTHAKO UX POJIb B POIIECCAaX, MPOUCXOIAIINX i71 VIVo, EIe IPE-
CTOUT BBIICHUTD.

VI. 3AK/IIOYEHUE

HecMoTpst Ha OTHOCUTENBHO IIPOCTOE YCTPOHCTBO (POTOCHHTETHYECKOTO
anmnapara y IMaHOOaKTepuil 0 CpaBHEHHUIO, HAPUMED, C BBICIIMMHU
pacTeHUsIMH, HOTPEOOBATIMCH AECATUICTHS UCCIEI0BAaHNI 1 TOMCKOB AJIs
TOTO, 9TOOBI OOHAPYKUTH MEXaHH3M UX (HOTO3AMUTHI ¥ TIOHSTH, YTO OH
CBs3aH C YHUKAJIbHBIM OPaHKCBbIM KapOTUHOUA-CBA3bIBAOIIIUM OeJIKOM 1
€ro CoCOOHOCTHIO K (DOTOAKTHUBAIINHU U B3aMMOJICHCTBHIO CO CBETOCOOU-
patormmmu anTeHHaMu. Oynakius OCP 6puta BriepBble TIOKa3aHa BCETO
okoio 10 mer Hazaa. Ha maHHBINT MOMEHT, CIIOKHO TIPEAIoJararh, Kak
pasBUBasiach ObI 00NACTh MCCIeNoBaHUM (POTOCHHTE3a U (POTO3AIIUTEHI,
MPOM30M/IM ATO COOBITHE 3HAYNTENBHO panblie (Beab OCP Obu1 BriepBbie
BbI/IeJIeH U onicaH 36 jet Ha3ax!). CoBepleHCTBOBaHME M OTTauHBaHUE
MHOTI'OYHUCJIICHHBIX METOAHUYCCKHUX IMOAXOJ0B B OGJIaCTI/I 6I/IOXI/IMI/II/I,
OMOQU3UKH U CTPYKTYPHOU OMOJIOTHH, KOTOPOE POU30LIIO 32 TIOCIIEIHEES
JeCSTUIIETHE, 3HAUUTEIHLHO 00JeryaeT MoHMMaHue JeTalnei oOHapy KeH-
HOTO MeXaHu3Ma (POTO3ALIHUTHI, CBA3aHHOTO ¢ PyHKIMOHUpoBaHueM OCP.
B cBs3u ¢ 3TUM, 3a TIOCIIEAHUE TOAbl OBUIM JOCTUTHYTHI KOJIOCCATIbHBIE
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Puc. 5. @unorenernyeckoe ApeBo, IOCTPOCHHOE HAa OCHOBE BBIPAaBHUBAHUSA 38 1oC-
JeoBaTeNbHOCTEH pa3mnaHbIX roMostoroB C nomena OCP u3 pa3HbIX uaHoOaKTe-
puii (yka3ansl uaeHTH(UKaTOpsl U3 0a3bl JaHHBIX Unirpot) U IeMOHCTpHUpYIOIIEe
HAJIMYHUE IBYX aIbTEPHATUBHBIX TPYIII, COJCPIKAIIHNX JINOO OCTATOK (heHUIIAIAHNHA,
00 0CTATOK IMCTEHHA B ITOJIOKEHNH, DKBUBAJIEHTHOM F278 B mocienoBaTeIbHOCTH
noiHopasmepHoro OCP u3 Synechocystis. IlpeanonoxuTensHo, TMMepbl, 00pa3o-
BaHHBIe Cys-colepKalliMH BapHaHTAMH II0CIIEI0BATEIbHOCTH, CIIOCOOHBI TPU
OKHCJICHUU 00pa30BbIBaTh AUCYIb(UAHBIE MOCTHKHU, IOCKOIBKY OCTAaTKU LIUCTEHHA
U3 IByX MOHOMEPOB HAXOMIATCS HA OITUMAILHOM JJ1s 3TOro paccTosuuu (<10 A, cm.
puc. 4). GunoreHeTHYECKUN aHAIN3 NPOBEICH C MOMOILbLI0 METOAA HAaUOOIbIIEro
npasronoxodus (maximum likelihood) B mporpamme MEGA7 [128].
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ycrnexu B xapakrepuctuke gporouukia OCP (1o mkajge 0T MUKOCEKYH/T
JI0 CeKYHJ 1 MHHYT), B HCCJIETOBAHUN €r0 CIIOCOOHOCTH TYIIUTH (DiIyo-
pecuennuto @bC u B3anmoneiictBoBats ¢ FRP. Tem He MmeHee, HecMOTps
Ha THTAHMYECKUE YCHITUS HECKOIBKUX J1a00paTopuil 1o BceMy MHUPY, PsiJL
MPUHLMITHAIBHBIX BOIPOCOB OCTAIOTCS MPEAMETOM TOPSYUX CIIOPOB U
BCE ellle AAJIeKH OT TOHUMAaHMS.

Tak, yaactok B3aumozetictBust OCP B coctaBe @BC, cTporo roBopsi, 10
cux nop HeusBecTeH. CTOUT 1M HAlIOMHHATh, YTO HEKOTOPHIE KOCBEHHBIE
JTaHHBIE Ha 3TOT CUET HAaXO/ATCS B ONPEACICHHOM IIPOTUBOPEUNH JIPYT C
napyrom. Taxke COBEpILICHHO HETOHATHO, KAKUM 00pa30M OTHOCUTEIBHO
koHcepBaTuBHBIN Oennok OCP, mociienoBaTeIbHOCTh KOTOPOTO KpaitHe
CXOJIIHA y Pa3HBIX MIPEICTaBUTENCH IMaHOOAKTEPHiA, CIIOCOOCH B3aMMOACH-
CTBOBATb C (PUKOOHIMCOMAMH, PA3JIMYHBIMU 10 aPXUTEKTYPE U OEITKOBOMY
cocTaBy, pasHbIX nuaHodakrepuit [129])? B nuteparype ectb ompene-
JIEHHBIE pa3zHoracHs 1o nosoxy komruiekca OCP—®bBC: apnseTcs a1 oH
cnenr(UIHBIM M TIPOYHBIM HITH e Ha000pOT — MeHee Crelu(pUIHbIM 1
0osiee AMHAMUYHBIM? 3HAYUTEIBHBIN TPOrpecc B 00IaCTH CTPYKTYPHBIX
METOJIOB, B IIEPBYIO OYepelb, KPHOAIEKTPOHHOW MHUKPOCKOITNH, MOKET
OKa3aThCsl O4EHh CBOEBPEMEHHBIM M CITIOCOOCTBOBATH BBISICHEHHIO CTPYK-
TYpPBI THITOTETHYECKUX KOoMIUTeKcoB OCP—DbC.

Ha manHbIii MOMEHT HET YeTKOTO TIOHUMaHHsI, TOYEeMY MOCTIeI0BATEb-
HOoCTh OCP 3HaUNTENHHO 00OJIee KOHCEPBATUBHA, YEM TTOCIIEI0BATEIILHOCTh
FRP, eciin mocTyampoBarh, 4TO 3TH IBa KOMIIOHEHTA CUCTEMBI ()OTO3AIUTHI
B3aMMOJICHCTBYIOT 110 YHUBEPCATBHOMY JIJISl IMAHOOAKTEPUI TPUHITHITY.
Vyactok n mexanusMm B3zaumogaeiictsust OCP u FRP u3zBecren numib
NPUOIM3UTENBHO — Jlaxke ojuromepHoe cocrosinue O0enkoB OCP u
FRP in vitro u in vivo Topsdo 00CY»KIaeTcsl B TUTEPAType U JATICKO OT
koHCceHcyca. OCHOBHBIE PE3YyNbTaThl, CBA3aHHbBIE C MCCIIEIOBAHUAMHU
B3aumoyericTBuss OCP u FRP, Obuiu mostydeHs 3a nmocieaaue 2—3 roja.
CTOWT 1 YIUBIISITECSI, C Y4E€TOM TOTO, 4TO FRP OBLIT OTKpBIT CeMb, a CTpYyK-
TYpPHO UCCIIEIOBAH — BCETO JIUIIE YeThIpe rofa Hazaa. CTpyKTypHO-01o-
JIOTHYECKHUE TTOAXO/IBI SIBIISIOTCS 3[1€Ch TAKKE MHOTOOOCIAIOINMH.

OCP sgBnsercss yIUBUTEIbHBIM MPUMEPOM TOTO, KaK CBET MOXKET
PEryIupoBaTh JpamMaTHIecKue, HO 00paTUMble N3MEHEHHs OEITKOBOM KOH-
¢dopmanuu. [Ipu poroakruBaunn OCP He npocTo MeHsieTcs JToKaIbHas
CTPYKTypa aKTUBHOIO Y4YacTKa WJIM OTJEIbHO B35ATOTO JOMEHa — IO
COBPEMEHHBIM MPEACTaBICHUAM, OETIOK ITOJIHOCTHIO TpeoOpaszyercs, uTo
COTPOBOXK/IACTCS M3MEHEHHUEM €ro MOBEPXHOCTH M IKCIIOHUPOBAHHEM
npexe MackupoBaHHbIX 30H (MHTepdeiic N u C nomenos, cermenta NTE
M y4JacTKa ero cBs3biBaHus Ha C JIOMEHe, pa3yIops0YrBaHNe JTHHKepa
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U T.1.). [lepCrieKTUBHBIMU MPEICTABIISIFOTCS CIIEHAPUH HCIIOJIb30BaHUS
TaKMX CBETO-KOHTPOJUPYEMbIX KOH(OpMaIMOHHBIX n3MeHeHuit B OCP
B MPUKJIAIHBIX UCCIICOBAHUSIX WU MTPH KOHCTPYMPOBAHUHN Pa3IMUHBIX
CEHCOPOB, WJIM IS HYXK]] olToreHeTuku. Hanpumep, yepes B3anmoei-
ctBre OCP ¢ HEKOTOPBIM (MCKYCCTBEHHBIM WM MOJU(PHUIMPOBAHHBIM
MPUPOJIHBIM) TTAPTHEPOM, KOTOPBIM MOMOrall Obl B IPOBEJCHUU TaKOTO
3aIyCKaeMOTro CBETOM CUTHaJIa. Kak Obl TO HU OBLIIO, MBI HE COMHEBAEMCSI B
OypHOM pa3BUTHH JJAHHOU 00JIACTH UCCIICIOBAHUI U 0XKHJIAEM MHOXKECTBO
HOBBIX MHTEPECHBIX OTKPBITHH, MOSICHIIOMUX 0COOEHHOCTH MEXaHUu3Ma
¢doTo3amuThl MUAaHOOAKTEPUI U KITFOUYEBBIX OEIOK-OCIKOBBIX B3aUMO-
JCUCTBUI, JIC)KAIIIUX B €r0 OCHOBE.

Agtopsl BeipakatoT OnarogapHocts H.B. I'yceBy, M.H. Craganuyky, [.A. Jloco,
IT.M. KpacunbaukoBy u H.IT. FOpuHOii 3a LIeHHbIE KOHCYIBTALUH.
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