denepanbHOE rOCYJaPCTBEHHOE YUPEKICHUE
«DenepabHBIA UCCIIEI0BATENBCKAN LIEHTP
«DyH1aMeHTalbHbIE OCHOBBI OMOTEXHOJIOTHNY Poccuiickoil akaieMun HayK»

Huctutyt Ouoxumuu umenu A.H. baxa

Ha npasax pyxonucu

(ALY S
& S
e ¥

AxynuakuHa /{apbst BanepbeBHa

ACCOIUALIMS CBETOUMHAYIHUPYEMBIX CTPECCOBBIX HIIA/HIIB
BEJKOB C ®OTOCUCTEMAMM KJIETOK HUAHOBAKTEPUHA
Synechocystis PCC 6803

03.01.04 buoxumusa

JAuccepraumst
Ha COMCKAHUE YYEHOU CTENICHU

KaHauaaTta OMOJIOTHYECKUX HayK

Hayunb1ii pykoBoauTeNb:
JOKTOp OMOJIOTUYECKHUX HaYK,
npodeccop

Opuna H.IL

Mocksa - 2016
1



COJEPKXAHHUE

CHUCOK COKPAIITEHMI ...ttt 5
13333 D91 0 01 5 1 7 U OSSPSR 7
I'aaBa 1. OB30P JIUTEPATYPBL..........ccooiiiii s 12
1.1, DOTOPECLEIITOPBL ....veeenreeerireesireessreeasseeesseeessseessneessreeaneeanneeesnneesnreesnneeaneeenes 12
I Y I €27 (0D 4 010) Y 15 (PP PPROPRPRN 13
1.1.2. KPUIITOXPOMBI ....ccuviiiriiteeieesieesieesseaieesseesseessnesnseeseesneesseesnnesnseaneennes 14
1.1.3.  DOTOTPOITHHBI ....ccvveurienteeteesieesseessseaieesseesseesseeanseeseesbeesseesnnesnneeneennes 16
1.2, CBCTOBOM CHTHAIIHHT ..o uvveesteessressssessseesssseesssessssesssessssssssssessssesssessnsessnns 19
1.3, DOTOUHTHOUPOBAHHE ..vveeeuvrereivreresssreessssreesssseesssssesssnssessssssessssssesssssessssssees 21
1.4. MynbTUT€HHOE CEMENCTBO OEITKOB CBETOCOOMPAIOIINX KOMITJIEKCOB........ 25
1.5. DOomrorus ceMercTBA OETKOB LHC . .covveiiieieeeeeee e 30
1.6. Knaccudukamus 6enkoB cemercTBa CAB ..., 33
1.6.1. benku, comepxariue 0JHY TPAHCMEMOPAHHYIO CITUPATID ...vvveevvveennse 33
1.6.2. benkwu, comepxaliye A8¢ TPAHCMEMOPAHHBIC CITUPATH ......vvvveevvveennee 35
1.6.3. benkwu, comepxariyue TP TPAHCMEMOPAHHBIC CITUPATIH .....vvvveeersvreennes 36
1.6.4. benkwu, comepxaliye YeThIpe TPAHCMEMOPAHHBIC CITUPAIH ................ 41
1.7. Wupynupyemble nHTeHCUBHBIM cBeToM Oenku (HIips) mmanobakrepwii:
(OTOTIPOTEKITUS W JIOKAITHBAIIHST 1. vvvveevvveessteesssssnesssssnsssnssnsssssessssssessssssesssnsseesnnes 43
1.7.1. ®DOTOCHHTETHYECCKHUM ammapaT ITUAHOOAKTEPHH ......ceevvvvreerirneeivneennnns 43
1.7.2.  HIi OelKU HHAHOOAKTEPHI ....c.vvevveeeveeieesieesieesireeteesteesreesseessneeeeenseennes 44
1.7.3. Tensnl hli ¥ PEeryssiiHs UX SKCIIPECCHI ...vevverrerreeeesreesieaseesseeeessnensessens 46
1.7.4. Accomuarisa Hli 0€TKOB € DC2.....coviveeiiiiiiee et ee e 48
1.7.5. ®otozammutHas posb Hli 6eaxoB npu 6uorenese O@C2 ........cocvenennen. 50
1.7.6. Poub Hli 6e1k0B B META0OTM3ME XTOPOPHIIITA. ..vvevvererareerreareesseereessens 56
1.7.7. Benku, ciuThbie ¢ HII-HOMEHOM ....vvvvviiiiiiiie it 60
1.7.8. Accoumanus Hli GeIKOB € DC L ....veeeeeeieeiieeeeeeeeeeeeeeeee e 62
I'naa 2. OBBEKTbBI U METOAbI UCCIEJOBAHMUSI ..o 64



2.1. IIITaMMBI ITAAHOOAKTEPHM....eeeiuvvieiirieessiieeestieeessaeessnbeeesssseessssneesssseesssneeens 64

2.2. YCIOBUS BBIPAIIIBAHHS ... vvvveesvreessseesssssnssssssesssssssessnssssssssssssssesssnsesssssneesns 64
2.3. BoiieneHne THITAKOMTHBIX MEMOPAH .....vvvveiireeesireesssieesssssnesssssenssssnesesssneenns 65
2.4. JIN3HUC TUITAKOUTHBIX MEMOPAH ..veeiuvvveeiirirssireessssenesssssnsssssnesssseessssesssssseeens 65
2.5. MoHOOOMEHHAS XPOMATOTPAMIIS «...vvvveiiiireiiiieesiieessiireesssbeeessineeesssneesssneeens 65

2.6. Onpenenenue conuepxaHus XJopoduiuia U akTHBHOCTH KomIuiekcoB PC1 66

2.7. Onpenenenne potoxumuueckon akTuBHOCTH PC1 ¢ momMoIbo

bayopumeTpa DUAL-PAM-101......cooiiiiiiiii e 66
2.8. Onpenenenue hotoxumuyeckor aktuHocTH PC1 10 moromnienuto O, B

CUCTEME HMCKYCCTBEHHBIX JTOHOPA M AKLETITOPA ... veervreernreesnreessreesneeessneesneesineens 66
2.9. Onpenenenue KOHUEHTpAMKU OenKa 1o MeToy bpeadopa ........ccevvvernnnn 67
2.10. HatuBHbIid 31eKTpoPope3 B ITAAT ... 68
2.11. Dnexrpodopes 6enkoB B [TAAL mo MeToy JIEMMITH .....oveeviviiiiiiiieiiiee 70
2.12. TlepeHoc 6€IKOB Ha HUTPOLIEILTIOIOZHYIO MEMOPAHY ...cevvvvevrieririerireenineans 71
2.13. Unentudukanus 6e1K0oB ¢ MOMOIILI0 BecTepH-010T aHamm3a. ................. 71
2.14. O6GHapYKEHUE UMMYHHBIX KOMITITCKCOB ... uvvveessvrreessrreessssenessssensssssesesssnenans 72

2.15. O6HapyxeHUE UMMYHHBIX KOMIUIEKCOB C IOMOIIBI0 OJJTHOKOMIIOHEHTHOTO

cyoctpara 3,3',5,5"-TeTPAMETUIIOCHBUIIMHA .......vveeeinereeesnreeessireeeesireeessseeesnneeeenns 73
2.16. Unentudukanus 6enxoB ¢ moMomisio MALDI-TOF ... 74
2.17. KOH(POKATBEHAST MUKPOCKOTIHIS 1.v.vvvveesssveesssssesssssnnesssssnsssssnssssssesssnsesesssneeens 75
I'nasa 3. PE3YJIBTATDBI HCCIEJOBAHUSA. ..o 77

3.1. CommoOunu3anus TUIAKOUIHBIX MeMOpaH 1 BBIJICICHUE XJI0PODUILI-
OEITKOBBIX KOMIIIIEKCOB ...evvvvrrrrunsseseessersssssssssssssssssessssssssssssesssseessssssmnnsseeeessersnnn 77

3.2.  Accommanus 6enkoB HliA/HIiB ¢ tpumepamu @C1 k1€TOK AUKOTO THTIA
SYNECNOCYSTIS. ...t vteieetiesie ettt sttt et e re e ae st e sbeaneenreentennees 78

3.3. Accommarnus 6enxoB HliA/HIiB ¢ monomepamu @C1 y MmyTaHTa,
D (=T01) 2000705 (0) WO I8 1 (0 XX 20 PSR 80

3.4. Accommanus 6enxoB HliA/HIIB ¢ murmMeHT-0€IKOBBIMU KOMITJICKCAMH Y
myTaHTa APsall (6€3 TPIMEPOB DC1) ....ooiiiiiiiiiiiiiieiiie e 82

3.5. BuusiHue yclIOBHil BhIpalllMBaHUSI KJIETOK Ha aCCOLMAIINIO OEITKOB
HIIA/HIIB ¢ TpuMepaMu DC1 ....voiiiiieiiiie e 84



3.6. Muayxums HIIA/HIIB B kietkax myrtanTa Synechocystis, reumurHoro mo

DCT H DO 86
3.7. KondoxanpHas na3epHas CKaHUPYOIIas MUKPOCKOIHUS KJIETOK JUKOTO
TUTIA B MYTAHTOB SYNECNOCYSTIS. ..cveiiiiiiiiiiiesiie st 88
3.8. Omnpenenenne nokanusanuu 6eaxkoB HIIA/HIIB ¢ momoribsio qsymepHoro
anekTpodopesa U MALDI-TOF ... 90
3.9. AxtuBHOocTh ®C1 KJIETOK IUKOTO TUIIA U MyTaHTa, AeduiutHoro no OC2,
paznmyatonuxcs mo coaepxkanuio 0eaxkoB HHA/HIIB ..., 95
I'maBa 4. OBCYKJIEHUE PE3YJIBTATOB...........c.coooiiiiiiieie e, 99
BAKJIHOUEHE ...ttt 104
BBIBOIBL ...ttt ettt 106
CIIUCOK HUTUPYEMOWM JIUTEPATYPBL........ocoooieeeeeeeeeeeeen 107
BIATOJAPHOCT ...ttt et 128
IIPUILOTKEHIE ..........cco oo 129



CIIMCOK COKPAIIEHUI
AOK — akTuBHBIE (HOPMBI KUCIOPOAA
®OMH — p1aBUHMOHOHYKJICOTHT
®C1 — porocucrema 1
®dC2 — dorocucrema 2
HAJI® — HukoTMHAMUIaIeHUHIUHYKJIeoTH A oCchaT
AT® — anenoszuntpudocdar
Lhc — light-harvesting proteins
Cab — chlorophyll a/b-binding proteins
CCK — cBeTocoOuparomuii KOMILIEKC
Elip — early light-induced proteins
Ohp — one helix proteins
Scp - small Cab-like protein

Hlip - high light-inducible protein

DCMU - 3-(3,4-nmuxnopdennn)-1 1-aqumernamodeBruHa (INypoH)

DBMIB - 2,5-nu6pom-3-mMeTnin-6-u3onponui-napa-0€H30XHHOH
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coopku Ycf39
Proto IX - mporonopdupun 1X

BG-11 - xxuakas cpena A BeIpallliBaHUS IMaHOOAKTEPHIA

MOPS — 3-[N-morpholino]propane-sulfonic acid
B-DM - n-noxpenmn-f-D-manbro3usg
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NAXOUD - 2,6-nuxnopdenonnaaodeHoa
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CN-PAGE — HEOKpaIIeHHbIN HATUBHBIN aneKTpodopes B
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(BpemsinpoJieTHas MaTPUYHO-aKTUBHPOBaHHAS Ja3epHast
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HAJI(®)H — BoccTanOBIEHHBI HUKOTUHAMUIaICHUHAUHYKIeoTuipochar

HAJI(®)H-OP — HAJI(®)H oxcunopenykraza



BBEJAEHHUE

AKTYaJbHOCTH T€MbI UCCJIETOBAHUS

JIJiss HOpMaJIbHOTO (PYHKIIMOHUPOBAHUS (DOTOCHHTE3UPYIOIINX OPTaHW3MOB
B YCJIOBHUSX CBETOBOTO CTpecca B XOJI€ DBOJIOIMH BO3HUKIN MHOTOYHCIICHHBIC
3al0IUTHBIC MEXAaHW3MBI, B KOTOPBIX YYacTBYIOT pa3JIMYHbIe (EepMEHTHI,
He()epPMECHTATUBHBIC aHTHOKCHIAHTHI U CTPECCOBBIC (3aIIUTHBIC) Oenku. BakHyro
poib B 3amuTe (OTOCHHTETHUYECKOTO ammapaTta IHaHOOAKTEpUid OT NeCTPYKIIUU
UTparoT CBeTOMHAynupyeMble crpeccoBbie Oenku Hlip (high-light inducible
proteins) mim SCPs (small Cab-like proteins). Dtu Oenku, HEOOXOTUMBIE IS
BEDKMBAHHUS OPraHW3MOB B  YCIIOBUSIX BBICOKOW HMHTEHCHBHOCTH  CBETa,
OOHApY)KMBAIOT  CXOJACTBO ¢  XJopopwut  a/bD-cBs3pIBaOIIMMH  OCIIKaMHU
cBeTocobmparonmx komruiekcoB (Cab) pacTeHuld W, MO-BUIUMOMY, SIBIISTIOTCS MX
HBOJIIOIMOHHBIMU TIpeecTBeHHIKamMu. benku Hli mokann30BaHbI B THIIAKOUTHON
MeMOpaHe, cojepXaT OJIHy TpPaHCMEMOpaHHYIO CHupaidb, XJOpoQuii-
CBSI3BIBAIONIUIN JIOMCH U XapaKTEPHU3YIOTCS HHU3KOW MOJIEKYIsipHOW maccor 6—10
k/la. Ot Genku y nmaHoOakTepuil KOJUPYIOTCS CBETOMHAYLUMPYEMBIMU T'€HAMHU
hli, xoTopble 0OHapYEHBI BO BCEX CEKBEHHPOBAHHBIX K HACTOSIIEMY BPEMEHH
reHOMax I[MaHOoOaKTepuid; yucio komui reHoB hli 3aBucuT oT BMma m 3KoTHIIA
UAaHOOAKTEPHA.

VY 1manobaktepun Synechocystis PCC 6803 uaeHTUGUIIMPOBAHBI ST
oenkoB HIi, yeThipe U3 KOTOPHIX MPEACTABIAIOT COO00M HU3KOMOJEKYJSPHBIE
oenkun HIiA/HIiB, HIiC/HIiD; nsareiit 6enok siisiercsi C-KOHIIEBBIM (hparMeHTOM
deppoxenarassl. 'ensl, xonupyromue HIIA-HIID, unaynupyrorcs pa3nuyHbIMUA
CTPECCOBBIMH  YCJIIOBUSIMH, BKIIOYAIOIIMMU HE TOJBKO CBET  BBICOKOMU
WHTCHCHUBHOCTH, HO M HU3KYIO TEMIIEPATYPY, & TaKXKe ToJI0IaHUe 10 UCTOYHHKAM
a30Ta W Cepbl, YTO 3aTPYIAHSACT BBIACHCHHWE MEXaHW3Ma MHAYKIIMHA CHHTE3a JTHX
OEJIKOB.

OcoO0bIit mHTEpEC MPEACTABIIIOT ABa Oenka aToro cemeiictea — HIiA u HIiB,
T.K. MMEHHO OHHU SBJIAIOTCS OCOOCHHO BaXKHBIMH JIJI1 BBDKHBAHHUS KJIETOK
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SynechocystiS B ycIOBUSIX CBETOBOro cTpecca. JlaHHBIE O CBSI3BIBAHHH JTHX
O0enkoB ¢ XJOpOGUIUI-OETKOBEIMU  KOMIUIEKCAMH  THJIAKOWIHBIX MeMOpaH
1uaHoOakTepuii pasHopeurBhl. bpu1o mokaszano, uto HIiA u HIiB y Synechocystis
aCCOIMMPOBAHbBI ¢ TPUMEpPaMH, HO He ¢ MoHOMepamu ¢ortocucteMbl 1 (DC1), u
HE0OX0aUMbI i UX crabunuzanuu. C Ipyrol CTOpoHbI, ObUIO OOHAPYKEHO, UTO
oenxku HIIA m HIiB Synechocystis ceszanbr ¢ Genkom CP47 dotocuctemsr 2
(®C2), vHo He c¢ DPCIl. CBemeHuss O CBS3BIBAHUU OTUX BAXHBIX OCIKOB C
xyopomin-06enkoBbiMu  Komruiekcamu  D@C1  TuiakowaHbIX — MeMOpaH

UAaHOOAKTEPHI pa3HOPEUHBHI.

eab ucciaenoBanus
BoiaBnenne accoumanuu — crpecc-uHaynupyeMbix OenkoB HIIA/HIIB c
dorocuctemamu 1maHobakTepun Synechocystis 6803 B HOpMaJIbHBIX YCIOBHUAX U B

YCIOBHAX CBCTOBOI'O CTpECCaA.

3agaum nuccje10BaHusA

1. Boinenute MoHOMEpHl M TpuMmepbl PC1 U3 KIETOK OUKOrO THNA U
myTtaHToB Synechocystis 6803 u oxapakTepu3oBaTh HX [0 CIEKTPAIbHBIM
napaMeTpam M COCTaBy OEJIKOB.

2. Nnentudpuuuponats HIIA/HIiB B cocrae ®C1 u xommekca ®C2 B
KJIETKaX [MaHOOAKTEPHI C MOMOIIbIO BECTEPH-OJIOT aHAIM3a.

3. BrisiButh accoumanuio HIiA/HIiB 6enkoB ¢ xinopoduiii-0e1KkoBbIMU
KOMILIEKCAaMH KJIETOK JHUKOTO THIAa W MyTaHTa Synechocystis, neduuutHOrO 110
®C2. Unertuduimpoath GOTOCUHTETUYECKUE OCTKOBBIE KOMITJIEKCH U OCIIKH C
NOMOIIbI0  JByMepHOTO odnektpodope3a B I[IAAIT u macc-cnekTpoMeTpuu
MALDI-TOF.

4. HccnenoBath BIMAHUE TeTEPOTPO(PHOrO MUTAHHMS HA ACCOIMALIMIO
(cBeroByto unaykiuio) HliA/HIiB 6enkoB ¢ TUrMeHT-0eTKOBBIMU KOMITJIEKCAMH.

S. YcranoButb, cunresupyiorcs au HIIA/HIIB Genku y wmyrtanTa

Synechocystis, aedururaoro no ®C1 u ®C2.
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6. Nzyunts Bnusiuue HIiA/HIiB 6enkoB Ha aktuBHOCTH DC1.

MeTtoabl uccjie0BaHuA
B paboTte ncnonp30Bainch KIACCUYECKHE OMOXUMHUYECKHE U MOJICKYIISPHO-
ouonornveckue MeToAbl ccaenoBanus. CTaTHCTUYECKYI0 00pabOTKY pe3ylbTaToB

OKCIICPUMCHTOB OCYHICCTBIISJIIN B COOTBCTCTBUU C O6Hl€HpI/IHSITBIMI/I AJIrOpuTMaMHU.

HayuyHasi HOBU3HA U MPAKTUYECKAs 3HAYNMOCTh

[IpoBenennsle  uccinenoBanusi  accoumauunu  HIA/HIIB  GenkoB ¢
doTocucTeMaM LIMAHOOAKTEPUU C MCIOJIb30BAHUEM MYTAHTOB, AE(MUUUTHBIX IO
®C2 u no obeum ¢dortocucremam U He conepxkamum TpumepoB PCI, BrepBbie
nokasany, uro HliA/HliB Genku accoumupoBaHbl HE TOJBKO C TPUMEPAMH, HO U C
moHomepamu DC1. Accommarus HIIA/HIIB 6enxkoB kak ¢ ®CI, Tak u ¢
komiuiekcoM ®C2 yka3blBaeT Ha YHHBEPCAJIbHYIO pOJIb 3TUX OEJIKOB B 3aIIUTE
XJIOpOPHUILT-OEJIKOBBIX KOMILUIEKCOB OT CBETOBOIO CTpecca. BrepBbie ObLIO
nokazano, yto HIiA/HIiB Oenku cuHTe3upyroTcss B kieTkax Synechocystis, He
conepxkamux (orocuctemsl 1 u 2. IlokazaHo, 4TO BbIpalllMBaHKUE KIETOK B CPEAE C
TUIFOKO30M TMPH HHU3KON OCBEIICHHOCTH He BiuseT Ha accornuanuio HIiIA/HIiB
0enkoB ¢ xJopohUIUT-0eTKOBEIMU KoMILiekcamu. OOHApyKEeHO, YTO OTCYTCTBHE
tpumepoB @C1 He Bnuser Ha cBa3piBanue HIIA/HIIB 6enkoB ¢ Mmonomepamu @C1
u komriekcamun DC2. MogudunupoBana wmetonuka GpaKIMOHUPOBAHUS
XJOPOPHUILT-OENIKOBBIX KOMIUIEKCOB THJIAKOMIHBIX MEMOpaH IuaHOOAKTEpHid,
noAoOpaHbl 00Jiee MITKUE YCIOBUS ISl BhIACICHUST (DOTOCUCTEM.

[lomyuennble B paboTe JaHHBIE OO0 acCOLMALMU CTPECCOBBIX CBETO-
UHAYLHpYEeMBIX OenkoB ¢ MoHOMepamu U TpuMepamu @C1 u xkommiexkcom OC2
IPENoJaraloT YHUBEPCAIbHYIO POJIb 3TUX OEJIKOB B 3aIUTe (POTOCUHTETUYECKOTO
anmapata oT H30bITOYHOro cBera. lMccinenoBaHue JIOKaIM3alMM CTPECCOBBIX
CBETO-UHAYLUPYEMbIX OCJIKOB HMMEET HE TOJbKO CAMOCTOSITENbHBIM HayYHbIN
UHTEpPEC, HO M IO3BOJSET PACIIUPUTh MPEACTABICHUS O 3aIIUTHBIX (PYHKIIMIX

cBeTo-uHayupyemeix Hli 6enkoB. OTu gaHHBIE MOTYT OBITH MCIIOJIB30BaHBI JJIs
9



W3YYCHUS PETYJISAIUNA TIPOIecCOB (POTOCHHTE3a, OMPEEISIONErO MPOIYKTUBHOCTh

CEIBCKOXO3SIMCTBEHHBIX PACTEHUN.

CreneHn AOCTOBECPHOCTH PE3YJbTATOB IPOBCACHHDbIX I/ICCJIeIlOBaHI/Iﬁ
BI)IBOI[BI, IMPpCACTABJICHHBIC B ATOM pa60Te, IMIOJIHOCTBIO IMOATBCPKIACHLI
OKCIICPUMCHTAJIbHBIMU [TaHHBIMHU. I[OCTOBGpHOCTI) IMOJTYUYCHHBIX PC3YyJIbTATOB HC
BBI3LIBAET COMHCHH. HCHOJ’IBByeMLIC MCTOJUKHU HCCIICAOBAHUA W IIPOBCIACHHLIC
PaCuUCThl  KOPPCKTHBI, IIOJYYCHHBLIC OKCIICPUMCHTAJIBHBIC 3daKOHOMCPHOCTH

CTAaTUCTUYCCKHU JOCTOBCPHEI.

IoJ105keHns IuccepTalMy, BBIHOCHMbIE HA 3aIIIUTY

1. Ilpu onTUManbHBIX yCIOBHSAX ocBenleHus ceetounaynupyemoie HliA/HLiB
O€JIKM MPUCYTCTBYIOT B TUJIAKOUIHBIX MeMOpaHaxX KJIETOK JUKOTO THIMa, a
TaKkxke MyTaHTOB Synechocystis 6e3 ®C2, 6e3 obeux (oTOCHCTEM U HE
conepxkamux tpumepsl OCI.

2. HliA/HIiB Genku accoruupoBaHbl HE TOJIBKO C TPUMEPAMHU, HO U C
MoHoMepamu OCI.

3. OrcyrctBue tpumepoB ®C1 y myranta ApsalL He BIMSET Ha acCOIUAIUIO
HIliA/HIiB 6enkoB ¢ monomepamu @C1 u komrekcom OC2.

4. YacTUuHbIA TIEpEXO0Jl IMAHOOAKTEpHil Ha TeTepoTpoHOE NUTAHHUE HE
BiuseT Ha cBetoByro uHaykiuo HIIA/HIIB Genkos.

5. Ceerounayuupyemsie ctpeccoBble 6enku HI1A/HIiB acconuupoBansl ¢
OCHOBHBIMH XJIOPO(HUILT-OETKOBBIMU KOMITJIEKCAMHU THIIAKOUIHBIX MEMOpaH

[IUaHOOAKTEPHI M UTPAIOT YHUBEPCAITBHYIO POJIb B 3AITUTE (POTOCHUCTEM.

Anpobauus padoThl
[To marepmanam auMcCEepTAIMOHHOW pabOTHl OMyOJWKOBAaHO 3 CTaThU B
XKypHanax, Bxogsaumx B nepeueHb BAK P®, 2 ctateu B cOOpHUKax U 6 TE3UCOB

MaTepruaioB KOH(GEPEHIIUM.
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OcHoBHbIE pe3ynbTaThl pabOThl OBUIM TPEACTABICHBI Ha CJIEIYIOIIMX
Hay4YHBIX KOH(pepeHuusax u koHkypcax: IV Coe3n OuodusukoB Poccumn, Hwxnuit
Hosropon, 2012; wMexayHapoaHas  MOJIOJEKHAS ~ HAy4YHO-TPAKTUYECKAS
koH(pepenuusa «buodusnka 6GrMosHEPreTHUECKUX MPOLEecCoBy, 3BeHuropomd, 2013;
XIX MexnayHnapoanast HaydyHas KOHGEpEeHIIUs CTyI€HTOB, aCIIMPAHTOB U MOJIOJIBIX
yuenbix «JlomonocoB - 2013», Mocksa, 2013; International conference «The
problem of the origin of life» and Youth scientific school «Molecular and cellular
basis of the early evolution of life», Moscow, 2014; 18-1 MexayHapoaHas
[lymmHckas mkona-KoH(pEpeHIus: MoJIoAbIXx yuyeHbIX «buonorus - Hayka XXI
Bekay, [Iymmno, 2014; Seminar of ecology — 2015 with international participation,
Sofia, 2015.
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I'masa 1. OB30P JIMTEPATYPbBI

CBer sBIsETCS MCTOYHMKOM SHEPTUM, OOECIIEUMBAIOLIEH pPOCT PacTEHHUH,
BOJIOpOCiei U 1uaHoOakTepuil 3a cuer ¢oTocuHTe3a. OnHAaKo cBeT o0JanaeT u
HEOJNAaronpusTHBIM  JeMcTBMEM  Ha  (POTOCHUHTE3UPYIOLIME  OPraHU3MBI.
N30BITOUHBIN CBET, MOTJIOLEHHBINA (POTOCHHTETUUECKUM aIllIapaToM, CTUMYJIUPYET
oOpazoBaHue BpeaHBIX s (HoTOTpodoB akTUBHBIX (Gopm kuciopona (ADK),
TaKUX Kak cynepokcuanbie pamukansl (O; ), TuapokcuibHbie paaukansl (OH ),
nepokcun Bojopona (H,O,) u cunrnetHeiii kuciopox (10,) [Harari-Steinberg et
al., 2001]. [TockosbKy pacTeHUs JOKHBI OBICTPO PEarHpOBaTh HA U3MEHSIOIINECS
YCIIOBUSI OKPYXKAIOLIEH Cpesbl U 4acTO 3KCTpEMaslbHbIE CBETOBBIE YCIIOBUS, B XOJI€
IBOJIIOLIMM Yy HHUX BBIPA0OTAINCh (POTOCEHCOPHBIE CETH CUTHAJIBHBIX MYyTEH,
KOTOpBIE TMO3BOJISIIOT MM JOCTHYb ONTHUMAJIBbHOTO (DOTOCHMHTE3a, CBOAS K
MUHUMYMY BpEIHOE BIUSHUE HU30BITOUHOTO CBeTa. Y pacTeHUN HUMEITCS
CIIOXHBIE (DOTOPELIENITOPHBIE CUCTEMBI, CIIOCOOHBIE OTCIEKHBATh CBETOBBIC
YCIOBUSL M HENPEPBIBHO  MPUCHOCA0IMBATh K HHUM  CBETO3aBUCHUMBIC

(U3HOJIOrMYECKHE MPOLIECCH U PA3BUTHE.

1.1. ®otopeunenTopsbl

Pactenust cnocoOHBI pa3nuyuaTh OYTH BCE XapaKTEPUCTHKHU CBETA, BKIIOYAs
HaIpaBJeHUEe, JJIMHY BOJHBI U MPOAOHKUTEIILHOCTh OCBEIICHUS, UCTIONb3Ys MPH
ATOM TPU OCHOBHBIX Kj1acca (JOTOPELENTOPOB, «y3HAIOIIUX) Pa3HbIC JJIMHBI BOJH:
MOTJIONIAIOIINE KPACHBIN/JANbHUN U KPacHbIA CBET (PUTOXPOMBI, MOTJIOLIAOIINE
cunuit cBet/Y®-A kpuntoxpoMmsl U GoroTponuHbl. HemaBHO maeHTHGUITUPOBAH
peuentop Y®-B cBeta (280-320 um), 6enok UVRE (UVB Resistence 8) [Holtan et
al., 2011]. ¥ Arabidopsis momonHUTEeIbHO K TpeM OCHOBHBIM (hOTOpEIEeHTOpaM
(puToxpombl, KpUNTOXpOMBI ¥  (OTOTPONHHBI) HEJABHO  OOHAPYKEHBI
dbortopenientopsl cuHero ceera: ZTL (ZEITLUPE), FKF1 (FLAVIN-BINDING,
KELCH REPEAT, F-BOX) u LKP2 (LOV KELCH PROTEIN 2). CewmeiicTBo

oenkoB ZTL/FKFI1/LKP2 o6nagaer yHUKadIbHOW KOMOWHAIIMEH JTOMEHOB:
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abcopOupyronmii cunuit ceer LOV-momen (light-oXygen-voltage), cxomHsiii ¢
¢draBuHCBSA3BIBaIONICH o00dacTeio  (oToTpormHOB  Arabidopsis, w momeHSI,
Y4acCTBYIOIIME B MPOTEOCOMHOM nerpamamnuu OenkoB, — F-box momen m  kelch-
MOBTOPHI (IMMPOKO PACIPOCTPAHCHHBIH MOTHMB B O€lKax MpO- W DYKapHUOT,
BriepBbie oOHapykeHHbIN B kelch ORF1 6enke npo3oduisl. kelch MoTuB cocrout
u3 ~ 50 aMHMHOKHCIOTHBIX OCTaTKOB U COJEPKUT 4 KOHCEpPBATUBHBIX
ruaApodOOHBIX OCTAaTKa, 32 KOTOPHIMH CIICAYIOT JBa OCTaTKa rmnuHa. Kaxmpii
kelch motuB oOpasyeT ueTbipe Tska B-CTPYKTYpbl, HAIIOMHUHAIOIICH «JIE3BHE
nporeiepa. B Oenkax 3TOT MOTHUB BCTPEUYAETCS B BUJE MOBTOPOB, 00Pa3yIOIINX
TIporiesyiep, B KOTOPOM OT/ICIBHBIC «JIE3BHUS» PACIIOI0KEHBI BOKPYT IIEHTPATBHOMN
ocu). [Ipeanonarator, uyro cemeiictBo OenkoB ZTL/FKF1/LKP2 yuactByer B
PETYISAIUN CYTOYHBIX PUTMOB M (POTONMEPHOTUIHOCTH HBETCHHS, KOHTPOJIUPYS
3aBHCHMYIO OT CHHEro cBeTa Jerpanaiuio oenkos [Bae and Choi, 2008; Ito et al.,
2012].

1.1.1. ®utoxpomsl

OUTOXPOMBI TIPEJICTABIISIOT COOOM TUMEpHBIE O€IKH, B TUIMYHBIX CITydasx
COCTOSIIIME W3 JBYX MACHTHYHBIX amoOeIKOB, KOBAJICHTHO CBSI3aHHBIX C
(bUTOXPOMOOUITMHOM — JIMHEWHBIM TETPATUPPOIHHBIM OUITUHOM, KOTOPBIN CITYKUT
XpoMO(OpOM U OIPEALIISIET CIOCOOHOCTh TOTO HJIM MHOTO (PUTOXPOMA TOTJIOMIATh
KpacHbIil (666 HM) U nansHUM KpacHbIil (730 HM) cBet. Kpacubiii ceer (666, 730
HM) BBI3BIBACT CTPYKTYpHbIE U3MEHEHUs (PUTOXpOMOOWIMHA (00paTUMYIO
dboTonzomepuzaiio 'y aABoiHOM cBsizu C15-C16) u oOpaTumblii  nepexon
dutoxpoma u3 OHOJOTMYECKM HeakTUBHOW KoHpopmanuu (Pr ¢opma) B
ounonornyecku aktuBHyto (Pfr popma). Takum oOpa3zom, GUTOXPOMBI TEUCTBYIOT
MOJI00HO  «IEPEKITFYATeNIIM», KOTOPBIC BKIIOYAIOTCS KpPAaCHBIM CBETOM U
BBIKJTIOUAIOTCS JATbHUM KpacHbIM CBeTOM. Bzaumompespamenust Pr u  Pfr,
COMPOBOXKIAIOIINECS] HM3MEHEHUSIMH KOH(popMaiuu Oeika, HEOOXOMUMBI IS
nepeayr CBETOBOTO CUTHAIA.

Yuciao GUTOXPOMOB y pasHbIX BHIOB pacTeHuil pasnmuudo. Y Arabidopsis

oOHapyxeHbl Tk GuroxpoMoB (PhyA — PhyE), koTopbie omocpenyroT OTBETHbIC
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peaxkuy Ha KpacHbI U AanbHUM KpacHbIl cBeT. Cpenu Hux ¢utoxpom A (PhyA),
B OCHOBHOM, OTBETCTBEH 3a BOCIPHITHE MOCTOSSHHOTO JAJIBHETO KPACHOTO CBETA, B
To Bpemsi kak PhyB oTBeTcTBEeH, B OCHOBHOM, 3a BOCHPHITHE IOCTOSHHOIO
kpacHoro cBeta [Bae and Choi, 2008]. Y OonpmMHCTBA BUIOB paCTECHUM
GUTOXpOMBI ~ KOJAUPYIOTCS  HEOOJBIIUM CEMEHCTBOM TeHOB. DUTOXpOMBI
Arabidopsis  xomupyrorcss 5 pasnmuunbiMu reHamu (PhyA - PhyE). Dtu reHs
OTBETCTBEHHBI 32 DPETYJSIHUIO OTBETHBIX PEAKIMA HAa KPACHBIM CBET, BKJIIOYAs
npopacTaHue cemsiH, poroMopdoreHes NpopocTKOB, N30eraHre TeHU, IBETEHUE U
MHOTHE JpyTHe aJanTHBHBIC OTBETHBIC peakiuu. DUTOXPOMBI JTOKATU30BaHBI B
nuToruiazme. OHM ABJISIOTCS MPOTEMHKUHA3aAMU. Y BBICIIUX PACTEHHN (PUTOXPOMBI
UMEIOT JOMEH, CXOJIHbIM ¢ TMCTUIMHKUHA30M, HO TUCTHIMHKUHA3HAs aKTUBHOCTD
y HUX He OOHapyxeHa. PUTOXPOMBI CIIOCOOHBI K aBTOPOCHOPUIMPOBAHUIO TI0
octaTkaMm cepuna/TpeonuHa [Chory, 2010].

CuHuii cBer ¢ nomoulblo  (GoTopenenTopoB  (KpUITOXPOMOB U
(OTOTPONMHOB) PETyIUPYET Y BHICIIUX PACTEHUI TaKHE PEaKlnd, Kak JBUKCHHE
XJIOPOIUIACTOB, MOJABJICHUE JJIOHTAllMM TUIOKOTWIISA, LMPKATHBIA TalMMHT,
IKCIIPECCHS TEHOB U OTKPBIBAHUE YCTHHII.

1.1.2. Kpuntoxpombl

B kpunroxpomax XpoMo(OpHBIMH TpyHIaMu CiyXaT (JaBUH U NTEPUH
(wn neazaduaBun). CBeTocoOuparmmM XpoModopom sIBIIIETCS NTepuH. benku
kpunroxpomoB  poactBennnl  JIHK-dporommazam —  ¢depmentam, Kotopbie
Y4acTBYIOT B BoccTaHOoBiIeHUH noBpexacHui [JHK, Ber3BanHbix Y ®-cBeToM. XOTH
KPHUNITOXPOMBI HE MOTYT HENOCPEACTBEHHO BoccraHaBnuBath JIHK, mepeuunbie
aKThl 3axBaTa CBeTa Yy HHUX Takue ke, Kak y ¢oronua3. Kpunroxpomuas
dboTopenenTopHas cucTeMa JiOKalu3oBaHa B sape. Ilpeamonaraior Hamuuue
CBETO3aBHCHMOTO TPAHCIIOPTa KPUIITOXPOMOB 4epes3 siiepHyto memopany [Kleine
et al, 2007]. Kpuntoxpombl KOHTPOJIUPYIOT OWOCHHTE3 AaHTOIIMAHOB W
KapoOTUHOUJI0OB. OT KpPUITOXPOMHOTO CHUTHaJla 3aBUCUT OJKCIPECCHUS TEHOB
XaJIKOHCUHTA3bl, XaJIKOHU30MEPa3bl, AUTHAPOQPIABOHOJIPENYKTA3bl M JIPYIHX

(dbepMeHTOB OMOCHMHTE3a aHTOLMAHOB. KpUNTOXPOMHBIA CUTHAJI TOPMO3UT POCT
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TUTIOKOTWJIA Ha CBETY, KOHTPOJHMPYET MPOIECCHl IEATHONSAIUA W YCThUYHYIO
npoBoaumocTs [Kleine et al., 2007].

Y Arabidopsis wnentudunupoBanbl 4 OCHOBHBIX (DOTOpelenTopa CUHETO
ceera: nBa kpuntoxpoma (Cryl m Cry2) m 2 ¢ororpormaa (Photl m Phot2).
Kpuniroxpom 1 (Cryl) — ocHoBHO# penentop cunero/Y®-A cBeTa, ydacTByeT B
dboromMopdorenese U UrpaeT peIIaroIIyo poJib B OTBETHBIX peakiusax Arabidopsis
Ha CBET BHICOKOW MHTCHCUBHOCTH, BEAYIIUN K OKUCIUTEIHHOMY TTOBPEKICHHUIO. Y
cryl-myrantoB Arabidopsis Hapyimaercss peryisius SKCIPECCHH MHOI'MX I'€HOB,
Cpeau KOTOPBIX T'eHbI, Koaupyromme penokc-Oenku (At2g41480, At5g44440 u
Atlg75270), Tpanckpunimonueie Qaktopel (Atlg75240, At2g33860 wu
At5g60450), dbepMeHTh (QEHWINPONAHOUIHOTO NYTHU U OENIKHU, CBA3AHHBIE C

OTBETHBIMH pEaKIMsIMH Ha cTpecc (TioTaThoHmepokcumasa 7 — At4g31870;

TIIIOTaTHOH-S-TpaHcdepasbl - Atlgl0370 u Atl1g02940;
youxuHonMetuwiTpancepaza — At2g41040; depmeHT, ydacTBYIOIIHMA B
onocuHTe3e mnupuaokcuHa, PDX2 — At5g60540). B »skcmnpeccun TreHOB

TpaHCKpUNIIMOHHBIX ¢aktopoB PAP1 u PAP2, cBs3aHHbIX ¢ OHOCHHTE30M
¢draBoHouoB, y Arabidopsis taxxke npunumaer yuactue Cryl. llentpanbHoe
MECTO B KPHUITOXPOMHOM CHUTHAJIMHIE 3aHUMAET CBETO3aBUCUMOE PACIICTICHUE
KOHCTUTYTHBHOTO Oejnka, ydacTBymImiero B ¢oTomopdorenese (constitutive
photomorphogenic 1, COP1). C-xonneBoii gomen Cryl B3auMoaeHcTByeT ¢
oenkom COP1  (E3  yOukBUTMHIMTa30#), KOTOpBI  ydacTByeT B
CBETOPETYJIMPYEMOM PACHICTUICHHH TPAHCKPUITIIUOHHBIX (DAKTOPOB, TaKMX Kak
TPAHCKPUIILMOHHBINA (HAKTOp C TOMEHOM TUMa «iennnHoBor MomHum» HYS (long
hypocotyl 5), HYH (romonor HY5), HFR1 (long hypocotyl in far-red) u LAF1
(long after far-red light 1). Bei3BaHHbIE CBeTOM KOH(pOPMAIIMOHHBIC H3MCHCHHSI
KPUIITOXPOMOB, HHIAYIUPYIOT CTPYKTYpHYIO Moaudukaiuto COP1, 9yTo mpuBoaut
k ocBoOoxaenno HYS, ceszannoro ¢ COP1 B temnore. CurHajipHas cUCTEMA
Cryl-COP1-HYS5, o Bceit BUIMMOCTH, YYaCTBYET B MHAYKIIMU OTBETHBIX PEaKIUil
pacTeHmii Ha cBeT BhICOKOM mHTeHcHBHOCTH [Kleine et al., 2007]. ®oTopenenTop

Cry2 QyHKUMOHUpPYET, B OCHOBHOM, MPU HU3KUX MHTEHCHUBHOCTSAX CHHErO CBETA.
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B otnuune ot Cryl, Cry2 6picTpo paspyiaetcs noa aeiictBuem Y d-A, cuHero u
3eeHoro cBeta. Ha cuHEeM cBeTy HH3KOHM MHTEHCHBHOCTH JTOT PELENTOp
UHTHOUpYeT ayoHranuio runokotuis. O6a kpuntoxpoma — Cryl m Cry2 —
SBIISIIOTCS OCHOBHBIMH PETYJISITOpPAaMH pPAaHHUX HHAYLUHUPYEMBIX CHHHUM CBETOM
renoB [Chory, 2010; Jarvi et al., 2007].

1.1.3. ®oTOoTPONUHBI

®ortorpornubl Photl u Phot2 — memOpanHble penientopsl CHHEro cBeta. B
npopoctkax Arabidopsis o0a dotoTponnHa KOHTPOIHPYIOT (OTOTpomu3M. B
3penbix  aUCThx Arabidopsis doTtorponuHbl BIHMSIOT Ha (GOpPMY JIUCTHEB,
PETrYIUPYIOT HAKOIJIEHUE XJIOPOIUIACTOB U OTKPBIBAHUE YCTHUL. XJIOPOILJIACTHYIO
peakuuo u30eraHusi HHTEHCUBHOTO cBeTa KOHTposmpyeT Phot2. Ceer Bnusier Ha
yYpOBEHb JKCIIPECCHM TEHOB (oToTponuHOB. B mpopoctkax Arabidopsis
skcnpeccust photl monaensiercs, a skcnpeccusi phot2 akrtuBupyercs cetom. B
peryisiiuid  TPAHCKPUNIUU  (HOTOTPONMHOB YYACTBYIOT KPUIITOXPOMHAs U
dbuTOoXpOoMHas perenTopHbIe CHCTEMBI Arabidopsis. OCHOBHBIMU
(oTopenenTopamMu, KOTOpbie PeryIupyroT Tpanckpumuuio photl, sensrores Cryl
u PhyB. Dkcnpeccust phot2 3aBucut ot o6oux kpunrtoxpomoB u PhyA [Labuz et
al., 2012]. ®otoTponuHbl HACHTUPHUIMPOBAHBI y CEMEHHOTO PAaCTCHUS
Arabidopsis  thaliana, mamopornuka  Adiantum  capillus-veneris, wmxa
Physcomitrella patens u 3enenoit Bomopociu Mougeotia scalaris [Goh, 2009]. JIee
xormu reHa photl (photla u photlb) u ogxa xomms rena phot2 xapTupoBaHbI B
Tr€HOME puca.

dororpornmuabl Arabidopsis uMeroT (poToceHcOpHBI N-KOHEI, COCTOSIINN
u3 aByx LOV-IOMEHOB, KOTOpbIE€ BCTPEUAlOTCS B PELENTOPHBIX OelKax,
OTBETCTBEHHBIX 3a (HOTOTPOIMHU3M, XEMOTPOMU3M U TOTEHIMAT-3aBUCUMBIC
MeMOpaHHble mporecchl, M C-KOHIEBOM CEpUH/TPEOHUMH KHHA3HBIA JIOMEH,
otHocsimuiica k ceMmeicTBy AGC (mAM®-3aBucumasi npotemHkuHaza, ul M-
3aBUCUMAas MPOTEMHKHHA3a U Qocdonaunua-3aBucumas nporenHkunaza C). B
teMHOoTe LOV-10MEHBI HEKOBAJIEHTHO CBSI3BIBAIOTCS C (PIABUHMOHOHYKJIEOTHIOM

(O®MH). Cunwuii cBeT MHAYLMPYET KOBAJIEHTHOE CBsA3bIBaHUE Xpomodopa ®MH c
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KOHCEPBATUBHBIM OCTATKOM IMcTenHa Kaxaoro u3 LOV-momenos. I[lpu stom
u3MeHsercs KoHpopmanus Oenka W KuHa3Has akTuBHOCTh. Photl u Phot2
o0nafaroT pa3HoM (POTOCEHCOPHON YYBCTBUTEIBHOCTBIO K CHHEMY CBETYy. ITO
MPUBOANT K ONTHMH3AIUUA (OTOCHHTE3a, YTO CIOCOOCTBYET POCTY pPACTEHUU B
ycioBusix Hu3koM ocBemieHHOCTH [Goh, 2009]. Photl (mon. macca 120 k/la),
KOTOpPBI  SIBJSIETCS  MPOTEUHKUHA30M, (QYHKIUMOHUPYET TPU  Pa3TUUHBIX
WHTEHCHUBHOCTSX CUHETO CBETAa, B TO BpeMs kKak Phot2 ¢yHkmmoHnpyeT Toibko Ha
WHTEHCUBHOM CHHEM CBETy. OTOT pEUENnToOp WrpaeT OCHOBHYIO pOJb B
XJIOPOIUIACTHOM peakiuu u30eraHusi WHTEHCMBHOro cBeta u BMmecte ¢ Cryl
3allMINAeT pacTeHuss oT u30siTouHoro ocsemenus [Kleine et al.,, 2007].
[Ipeanonararor, 4to B MeMmOpaHe (QOTOTPOINUHBI O0pa3ylOT TETEPOIUMED U
HapymieHne (QYHKIIMOHHPOBAHUS OJHOTO W3 (OTOTPONMHOB TMPHUBOAWT K
HapymeHuto Qororpornusma [Harari-Steinberg et al., 2001]. B ornauuue ot
KPUIITOXPOMOB, (OTOTPONHMHBI WUIPAIOT BCIIOMOTATENbHYIO POJIb B PETYISIUU
TPAHCKPHUIIIIUNA YYBCTBUTEIBHBIX K CHHEMY CBETY T€HOB. TOJBKO OTpaHUYCHHOE
YHUCJIO TE€HOB HAXOMAATCS MOJ UX KOHTpoJjeM. POTOTPOINUHBI OMOCPEAYIOT TaKUe
OTBETHBIC PEAKIIMU PACTCHUN, KaK JBIKEHHE XJIOPOIUTACTOB, (OTOTPOMH3M H
oTKpbIBaHue ycThuil. I'enom Arabidopsis koaupyer takxke Tpu Zeitlupe-moao0HbIX
Ooenka (Zeitlupe B mepeBoje C HEMEIKOrO s3bIKa O3HAYAaeT 3aMEIJICHHOE
JercTBHE). DTOT TEPMUH BIEPBBIC OB WUCIOJIB30BAH MPU OMUCAHUW MYTaHTHBIX
JIOKYCOB PACTEHUN C VYIJIMHEHHBIM CYTOYHBIM PHUTMOM), KOTOPBIC SIBIISIOTCS
peuenropamu Y®-B cBera. DyHKIMS STUX PELENTOPOB OTIIMYHA OT JPYTHX
(bOTOPEIENTOPOB: OHU «3AIMYCKAIOT» AKCIPECCHIO CIEITUPUISCKUX TPYIMI T'SHOB,
KOTOpbIE HE YyBCTBUTEIHHBI K JIPYTUM Kaue€CTBCHHBIM XapaKTEPUCTUKAM CBETA, B
ToM uncie K Y®-A, 4TO, BEpPOSTHO, CIOCOOCTBYET ajamnTallud pPAcCTEHUM K
noBpexnaronemy aeiicteuto Y ®-B ceta [Peschke and Kretsch, 2011].
doTtopenenTopsl PEryIUpPYIOT Pa3BUTHE PACTCHUN Ha TPOTSHIKEHWU BCETO
KU3HCHHOTO IWKiIa. OHW BOCHPHHMMAIOT CBETOBBIC CHUTHAIBI M HHHIIMHPYIOT
BHYTPHUKJICTOYHBIE  CHTHAJBHBIE MYTH, BKJIIOYAIONINE  MPOTEOJIUTUYECKOE

pacIlIEIUIEHHE CUTHAIBHBIX KOMIIOHEHTOB U PENPOrPAMMUPOBAHUE TPAHCKPUIILIHAH.
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MexaHu3Mbl Tepeayud  CBETOBOrO CHUTHana (ortoperentopaMu B JAETalsIX
HEU3BeCTHHI. Hanndre mpoTEeMHKWHA3HBIX TOMEHOB B (POTOpEHENTOPHBIX Oelkax
MO3BOJISIET Mpe/roiaraTh yyactue (pochopuiupoBaHusl B CBETOBOM CHUTHAJIHMHTE.
[loka3aHo y4acTHe KpPUOTOXPOMOB B  OIOCPEIOBAHHOM CHHUM CBETOM
aBT0(GOCHOPUITUPOBAHHH. MexaHu3MbI B3aUMOOTHOIIEHU I Pa3IMYHbBIX
dboTOpenenTopoB HEU3BECTHBI, XOTS €CTh JaHHbIE O MPSIMOM (HU3UUYECKOM
B3aMMOJCHCTBUM MEXAY HUMH W OOMMMHU Jis HHUX [apTHEPaMH,
JIOKAJIN30BAaHHBIMU B SIApE WM B IIUTOIUIa3Me. Tak, nmaptHepamu PhyA sBistoTcs
TpaHckpunuuoHHbld (paktop bHLH-tHna PIF3, muromnasmatiuueckuii puToxpom-
ces3biBatonuit O6enok PKS1, nykneosmpaudocharkunaza NDPK?2. IlaptHepom
Cry2 sBnsiercsi anepHbiii 6enmox CIBI, xotopwiii cBsaswsiBaeTcsi ¢ G-Ookcamu B
npoMoTopax cBeroperyiaupyembix reHoB [Chory, 2010]. BelsicHenue poau
OTJEJIbHBIX (POTOPELENTOPOB B Pa3BUTHUHM PACTEHUI IpPEJCTaBISIET 3HAUUTEIbHbIC
TPYAHOCTH, B CBSI3U C TEM, 4YTO HEKOTOpbIe (HOTOPELENTOpbl 00JIaJa0T
CUHEPTUYHBIM JIEWCTBHEM, B TO BpeMs KakK JpYrHe SBISIOTCS aHTAarOHUCTaMHU.
COBOKYNTHOCTh ~MMEIOIIMXCS  JaHHBIX YKa3blBa€T Ha  pa3HooOpasue W

cnenqupUIHOCTh (POTOPELIENTOPOB Y PACTEHUIA.
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1.2. CBeToBO# CUTHAJMHT

«/lexoarpoBaHme» CBETOBBIX CUTHAJIOB, BOCIPHHSITHIX (POTOpPELENTOpPaMHU,
T.. MpEBpallleHuEe HUX B OHOJOTMYECKUE CHUTHAIIbI, OCYIIECTBISETCS IyTeM
B3aMMOEHCTBHS (HOTOPELENITOPOB C APYTUMHU OelKaMH B IIMTO30JI€ WU B SApE.
Tak, n3BectHo 6osee 20 O6eMKOB, B3auMOAEHCTBYOIMX ¢ uToxpomamu [Bae and
Choi, 2008]. Cpemu Hux wuneHtudunupoBansl Oeakun FHY1 wu FHL,
CTUMYJUpyoIue TpaHciaokamuio PhyA B sapo, perymarop orBera ARR4,
KoTopelii ctabunusupyet Pfr popmy PhyB, penpeccop ¢potomopdorenesa COPI1,
nevictByronuii kak E3 yOukBuTunnurasa, ¢ocdaraza 5 — PAPPS, kotopas
nepocpopumpyer Pfr popmy PhyA u PhyB u np.

B o6meli popme mMexaHu3M mepefaud CBETOBBIX CUTHAJIOB, BEAYIIHHA K
pPENpPOrpaMMHUPOBAHUIO 3KCIPECCUU TE€HOB, MOXHO MPEACTABUTH CIEAYIOLIUM
oOpa3zoM. DoTopenenTopbl CBSA3BIBAIOTCS C HETATUBHBIMU TPAHCKPUIIIIMOHHBIMU
dbakTopamu TUMa «COUPaATb-TIETISA-cIupaiby, TakuMu Kak PIF3 u PILS (mopoOnbrit
PIF3), akTuBHpYIOT YOMKBUTWIMPOBAHUE H TEM CaMblM CIOCOOCTBYIOT
PACHICTUICHUIO HETaTUBHBIX TPAHCKPUIIIMOHHBIX (PAKTOPOB 26S MpoTeacoMamu,
KOTOpbIE JICUCTBYIOT MPEUMYIIECTBEHHO Ha YOUKBUTWIMPOBAHHBIE OEIKH.
doTtopenienTopsl cBs3biBatoTcs Takxke ¢ 6eakom COP1. COP1 — xoHcepBaTUBHBIN
JIOMEHHBIN 0€JIOK, aKTUBHOCTh KOTOPOTO B PACTUTENBHBIX KIIETKAX KOPPETUPYET C
€ro JIOKaJu3aluen B HUTOIIa3Me (Ha CBETY) WIH B siipe (B TeMHOTE). MulieHaMu
COP1 y pacrenuii ciyxaT MO3UTUBHBIE TPAHCKPUIIIIMOHHBIE (PAKTOPHI, TAKHUE KaK
HYS, HYH, HFR1 u LAFI1, a takxe ¢oTopeuentopsl, BkiIovas Guroxpom A u
kpuntoxpom. COPl  pgelictByeT Ha IO3UTHUBHBIE CBETOYYBCTBUTEIIbHBIC
TPAHCKPUTIITMOHHBIE (PaKTOPHI Kak E3 yOMKBUTHHIIMTA3a, BHI3bIBAs UX YOUKBUTHH-
3aBucuMoe TporeacomHoe pacuierienue [Yi and Deng, 2005]. IIpennonarator,
yro COP1 nelictByer B koMmIuiekce ¢ Apyrumu 6enkamu [Bae and Choi, 2008]. B
teMHote E3 yOukBUTHHIWTa3za Wrpaer KIIOUYEBYIO pOJb B TI0JIaBIICHUU
dboTtomopdoreneTudeckoro  pasButus  pacrenuil. Cper wuHruoupyer E3
yOuKBUTHHIMTa3Hyl0  aktuBHOCTH ~ COPl.  OpHako  kakum  oOpasom

dboTopenenTopbl y4acTBYIOT B mojaBieHuu axkTuBHOCTH COP1 HeusBecTHO.
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JlokazaHo B ombiTax Ha apoxokax u Arabidopsis, uto COP1 B3ammopeicTByeT ¢
Cryl, HO »3TOT mporecc He 3aBucHuT OT cBera [Yi and Deng, 2005].
CBeTO3aBUCHUMBIN MEXaHM3M, JISKalui B OCHOBE mojaBieHusi aktusHoctu COP1
C y4acTHEM KpHUIITOXpoMa, Heu3BecTeH. Tak kak mumeHsamu COP1 sBasitoTcst
TPaHCKPUIIIMOHHBIE (HaKTOPBI, ydacTByromue B ¢doToMopdoreHese, Takue Kak
HYS5, HYH, LAF1 u np., a Takke B3aumojaeictByromue ¢ COP1 B-box Genku,
takue kak CONSTANS (CO), SALT TOLERANCE (STO) u ero romosior STHI,
COP1 cumTatoT HEHTpalbHBIM 3BEHOM B Iepegade CBETOBOI'O CHUTHaNA MpH
pazButun pactenuid [Holtan et al., 2011]. Hapsny ¢ TpaHCKpUNIIMOHHBIMU
(dakTopaMu B Tiepefade CBETOBOTO CHUTHAJIA YYaCTBYIOT TakKKe PETyISTOPbI
TPAHCKPUIIIIMHU, Takue Kak Sigd, cyObeluHHUIIa curMma-(hakTopa XJIOPOIIaCTHON
PHK-nommmepassl, a Takke nporeassl FtsH. YV Bbicnx pacTeHnid BaKHYIO pOJib B
nepeaade CBETOBOrO CUrHajia U (PyHKIIMOHUPOBAHUU CUTHAJBHBIX CUCTEM MIPAIOT
nporiecchl hochopunupoBanus/aedochopuaupoBanus 6enkoB. OTHAKO B JeTAIAX
MOJIEKYJISIDHBIE MEXaHHU3Mbl Tlepefadyd CUTrHajda OCTAlOTCd HEU3BECTHBIMU
[Muramatsu and Hihara, 2012; Jung et al., 2008; FOpuna u ap., 2012]. CeToBas
SHEPrusi, TMOIJIONIEHHAas TMpu (OTOCHUHTE3E CBETOCOOMPAIOIIMMU aHTEHHAMH,
npeoOpa3yeTcsi B SHEPTUIO0 XUMUYECKUX CBsi3el peakiimoHHbIMH LieHTpamu OC1 u
®C2, B KOTOPBIX MPOUCXOAUT MEPBUYHOE HAKOIIJICHHUE CBETOBOM SHEPTUH B (hopMe
JAOUIBHBIX COCIMHEHUN C BBICOKMM HHEPreTHYECKUM TOTeHIMaioM. B
nanpHemeM B Xoje peakiud (orocuHTe3a BoccTaHaBinuBaeTcs HAJD,

obpazytorcsa ATD, yrieBoasl U Ipyrvue cTaOUIbHBIC OPTAHUYECKUE COCTUHECHMUS.
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1.3. doromHrnoémpoBanue

B ycioBusix cBeTOBOTO cTpecca, Korja U30bITOYHO MOTJIONIEHHAS CBETOBAS
DHEPrUsl HE MOXKET OBITh WCMONb30BaHA B (POTOXUMHUYECKHX PEAKITUSIX,
npoucxoaut GoromHrudupoBanue. [Iporecc compoBoxkaaeTcss GOTOOKHUCICHUEM
MUTMEHTOB, JECTPYKIIMEH KapOTHHOWIOB, 00ECIBEYMBAHHEM XJIOPODUIUIOB |
paspylieHiueM CTpyKTyp xjopoiuiactoB [Adamska, 1997, Kapanersn, 2007,
Karapetyan, 2008; Kleine et al., 2007]. IHTEeHCHBHBIH CBET BBI3BIBACT Y PACTCHHM
3HAYUTENbHbIC W3MEHEHHUS B SKCIPECCHH MHOTHX T'€HOB, JIOKAJIM30BAHHBIX B
pasHbIXx KommapTMeHTax kierku [Dunaeva and Adamska, 2001]. Kierku
CIIPaBISIIOTCSA C BBICOKOM MHTEHCHUBHOCTBIO CBETAa MHAYKLIHMEW WM pENpeccuei
reHoB. Tak, yCTaHOBJIEHO, YTO CBET BBICOKOM HWHTEHCUBHOCTH WHIYIIUPYET
skcrnpeccuto TeHoB OenkoB Elip, ackopOarnepokcunazsl (APX2), axTuHa,
MerauioTuoHenHa, Oenka LEA (late embryogenesis abundant), 6enka RHL41
(responsive to high light) m ap. Oxkomo 100 rexoB B renome Arabidopsis
AKTUBHPYIOTCS B YCJIOBHSX CBETOBOTO CTpPECCa, 3HAUUTEIbHAS YaCTh KOTOPBIX
(70%) axTuBupyeTcs Takxke 3acyxoi [Dunaeva and Adamska, 2001; Kimura et al.,
2003; Estavillo et al., 2011]. Cser BBICOKOW HWHTCHCUBHOCTH WHAYIHPYET
DKCIIPECCUIO0 PsAZla TPAHCKPUMIIMOHHBIX (akTopoB, B uucie koTtopbix DREB2A
(Drought Response Binding 2A) u ZAT10 (Zinc finger protein 10 of Arabidopsis
thaliana) [Kimura et al., 2001]. Tlocmenumii Moxker peryiaupoBarb 10 18%
tpanckpunroma Arabidopsis [Kleine et al., 2007]. B To ke BpeMs B 3THX YCIOBHUAX
DKCIIPECCHUsT MHOTHX T€HOB, CBS3aHHBIX ¢ OMOCHHTE30M MUTMEHTOB, MOJABIISCTCS
[Muramatsu and Hihara, 2012]. MexaHu3Mbl, C T[OMOINBIO KOTOPBIX
BOCITPUHUMAETCSI N30BITOYHOE OCBEIIEHHUE, a TAK)KEe KakuM o0pazoM mHMOpMaIus
nepeaaeTcss B SAApO, YTOOBI WHUIMUPOBATh TEHETHYECCKH JIETEPMUHHUPOBAHHYIO
OTBETHYIO PEAKIMI0, HEU3BECTHHI. YCTAHOBJICHO, YTO C OKCIPECCHeld TEeHOB
dboToCHUHTE3a, JTOKAIU30BAaHHBIX B T€HOMAaX XJIOPOIUIACTOB M Spa, KOPPEITUPYIOT

PEIOKC-COCTOSIHME TyJia IUIACTOXMHOHOB M W3MEHEHUs B KoHueHTpauuu ABK

[Estavillo et al., 2011].
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WHTEeHCUBHBIA CBET BBI3BIBAET PEMPECCUI0 T€HOB, KOAMPYIOUINX OENKH
®Cl u Oenku kuciopoasslaenstomero kommuiekca ®C2. [lpu HHTEHCHBHOM
OCBEIICHUM TMOBPEXKIAIOTCA peaklHoOHHbIe I1eHTpbl (oTocuctem. Haubonee
YyBCTBUTEIHHBIM 3BEHOM (DOTOCHHTETHYECKOTO ammapara K JEeHCTBUIO BBICOKHX
WHTEHCUBHOCTEH cBeTa siBisieTcss @C2, B 4aCTHOCTH, OEJIOK pEeaKIIMOHHOTO IIEHTpa
stoit dotocuctembl D1. XoTs mexanusm ¢otonoBpexaeHuss @C2 HeT0CTATOUHO
U3YyY€H, JO0Ka3aHO, 4YTO MOBpeXACHHbI Oernok D1 OwicTpo paspymaercs u
3aMEHSIETCSI HOBOCUHTE3UPOBAHHBIM OEJIKOM, 4TOOBI MOJIEPKATh CTAllMOHAPHBIN
ypoBeHb (¢yHKIMoHaNbHOW ®C2 [Muramatsu and Hihara, 2012]. ¥V Beicmux
pacTeHMl U BOJOPOCIE OCHOBHYIO POJib B yAaJ€HUU MOBPEKICHHOrO Oenka D1
UTPAIOT JIOKAJIM30BaHHBIE B TWJIAKOUIHBIX MeMmOpaHax mpotea3bl FtsH wu
accOIlMMpOBaHHAsT ¢ MeMOpaHamu cepuHOBass mpoteaza Deg. ['erm psbA,
Kojupytomuid 6emok D1, mokanu3oBaH B reHOME IJIACTH/I, B TUIIMYHBIX CIIy4asiX B
BUJEC OJHOM KONHMHM. OKCHpPECCUss TE€Ha UHAYLUPYETCS CBETOM BBICOKOM
uaTeHcuBHOCTH  [Baena-Gonzalez et al, 2001]. B  BoccraHOBJICHHH
(bOTOMOBPEKACHHBIX PEaKIMOHHBIX 1eHTpoB PC2 yuactByeT Sigs, cyObeauHMIIA
curma-akropa xsoporiactHoi PHK-monumepasbl. YpoBeHb 3KcHpeccuu reHa
sigD5 3aBucut ot pemokc-cocrosiaus ITL. B ThnakouaHbIx MeMOpaHax IIacTHI
GyHKIIUOHUPYET YHUKaJIbHas cucrema dbochopunupoBanus/
nedochopunpoBanusi OEIKOB, KOTOpas TakKe€ Y4YacTBYeT B BOCCTaHOBJICHUU
dboTonoBpekACHHBIX MeMOpaHHbIX 0enkoB DC2 u e€ cBeToCcOOMparoei aHTEHHbI
[Kleine et al., 2007].

N30bITOUHBI  CBET, MOTJIOLIEHHBI (POTOCMHTETUYECKUM  aIllapaToM,
BBI3BIBaCT OOpazoBaHWe akTUBHBIX (opm kuciopomga (ADK), mnpu sToM
HapylaeTcs OallaHc MeXIy 0O0pa3oBaHUEM M yJaleHHeM pa3indHbix popm ADK
(manpumep, H,O, u OH ), 4T0 mpuBOAUT K MEPEKUCHOMY OKHCJICHHIO OEJIKOB,
JUNUAOB U (HEPMEHTOB, HEOOXOTUMBIX JUIsl OCYIIECTBICHUS COOCTBEHHBIX
dyHkuui xyoporiactoB u kietku B riesiom [Kudoh and Sonoike, 2002]. [eiictBue
BpeaHbix popm ADK ycunuBaercst HeOIAronpuATHEIMU (DAKTOpaMU OKpYKaroIei

Cp€abl, MOAABIAIOIINMU (1)OTOCI/IHTGTI/I‘ICCKYIO AKTUBHOCTbD. I[J'ISI HOPpMAJIbHOT'O
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(GYHKIIMOHUPOBAHUS B YCIOBHUSIX CBETOBOTO cTpecca Yy (POTOCHHTE3UPYIOMUX
OpPraHW3MOB B XOJIE OHBOJIONMH BO3HUKIM MHOTOYUCIICHHBIC 3aIlUTHHIC
MEXaHU3MBbI, KOTOpbIE MPEIOTBPAIIAIOT WM CBOAST K MUHHUMYMY OOpa3oBaHUE
HexxenatenbHbIX popm ADK npu dorocunrese. K Takum 3aluTHBIM MEXaHU3MaM
OTHOCATCS W3MEHEHHMS B CBETOCOOMpPAIOIIMX AaHTEHHAX W/WIM PEaKIMOHHBIX
HeHTpax (OTOCUCTEM, AUCCUNAIMs H30bITKA DHEPTrUU BO3OYKICHHS, CUHTE3
AHTUOKCUIAHTHBIX (bepMeHTOB, TaKux KakK CYyHEPOKCUITUCMYTA3bI,
ackopOaTnepoKcuaasbl, KaTaja3bl W TIIOTATHOH S-TpaHc]epas3bl/IIepoKCUIA3HI,
HeepMEeHTATUBHBIE ~ AHTHUOKCHUJIAHTBI  —  KapOTHHOUIBI,  TOKO(EpOJbI,
aHTOIMAHUHBI U (PJIABOHOM/IBI, a TaKke 3ammuTHBIC Oenku [Dunaeva and Adamska,
2001; Wang et al., 2008]. C ¢doTo3amUTHRIME MEXaHH3MaMH CBSI3aHBI TaKKe
(IpsIMO WIJTH KOCBEHHO) IpoTeasbl mactu, Takue kak FtsH, Deg u SPPA [Wetzel
et al, 2009]. HedepmeHTaTHBHBICE aHTHOKCHUIAHTHI — KAPOTUHOUABI U
KCAaHTO(DWIIJIBI, TPU BBICOKOM HMHTEHCUBHOCTH CBE€Ta IPUHUMAIOT YYacTHE B
JUCCHITAIIMA SHEPTUH BO30YXKJICHWs, CHMXas oOpaszosanue 10, [Wang et al.,
2008].

[TokazaHo, 4YTO OCHOBHBIMH TMYTSAMH 3alIUTHl  (DOTOCHHTETHUYECKOTO
amnmapara OT U30BITOYHOTO CBETA SIBISIOTCS:

1)  HehOTOXMMHUYECKOE TYIICHHWE SHEPIHH, MPOUCXOISIIEE C y4acTHEM
oenkoB Lhc2 [Demmig-Adams, 1990; Horton et al., 1996; Niyogy, 1999; Horton
and Ruban, 2005];

2)  nmccumaiys noryomieHHoi suepruu [Schlodder et al., 2001];

3) ontuMuzanusg (HOTOCHHTETHUYECKOW IICMH IEPeHOCa SJICKTPOHOB,
Omaromapsi ObICTpO# TiepecTpoiike (oTocHMHTeTHUEKoro ammapara [Biggins and
Bruce, 1989; Allen, 1992; Mullineaux and Emplin-Jones, 2005] wumu mnpwu
JUTMTEILHON amanTanuu, Omaromaps u3MeHeHHio cooTHomieHus ®Cl u OC2
[Fujita, 1997; bonbraesuieBa u ap., 2003];

4)  auccumanus SHEPIHMHM KaTHOH-PaJdKajlaMd PEaKIMOHHBIX IIEHTPOB

OC1 u ®C2 [Karapetyan et al., 1999, 2006; Bukhov et al., 2001, 2002];
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5)  OWoCHHTE3 HOBBIX KOMILIEKCOB, B3aMEH MOJBEPTIINXCS ACCTPYKITUH
[Demmig-Adams et al., 2006; Sonoike, 2006];

6)  OMOCHMHTE3 MHIYIHPYEMBIX CBETOM CTPECCOBBIX OEJIKOB, TaKUX Kak
oenku Elip [Grimm et al., 1989; FOpuna u ap., 2006] u Hli 6enxu [Dolganov et al.,
1995; Funk and Vermaas, 1999].

Baxxnast posb cpeau 3alIUMTHBIX MEXaHW3MOB MPUHAICKUT HMEHHO
3amUTHBIM Oenkam. K TakuMm OenkaM OTHOCST IIMPOKO pacpOCTPAHEHHOE CPEau
pacTeHUM CeMENWCTBO paHHMX CBETOMHAyUHUpyembix OenkoB Elip, kopoTko
KUBYIIUX OEJIKOB THJIAKOUIHBIX MEMOpaH, KOTOPbIE IKCIPECCUPYIOTCS B MEPBbHIC
yachl TO3EJICHEHHS] JTHOJUPOBAHHBIX NpOpocTKoB. Tpanckpuntel Elip u
COOTBETCTBYIOIINE OCIKH TOSIBISIOTCS 3HAYUTEIBHO paHbIIle, YeM TPAHCKPUIITHI U
OCJIKM JPYruX CBETOMHIYIMPYEMBIX I'€HOB, HA PAaHHUX CTAAUSAX JACITHOJSALMU U
WCUEe3al0T 10 OKOHuUaHus pa3Butus xsoporuiactoB [Kruse and Kloppstech, 1992;
Harari-Steinberg et al., 2001]. Bo B3pocibix 3eieHbIX pacteHusx Oenku Elip
orcyrcTBytoT. benku Elip HakammuBaroTcs B THIIAKOMIHBIX MeMOpaHaX TOJIBKO B
OTBET Ha pa3IMYHble aOMOTUYECKUE CTPECChl (CBETOBOW M XOJIOAOBOW CTpEcC,
BBICOKasi COJICHOCTh NouBbl, Y®-B pamuaums, o0e3BOXKMUBaHHE U Ap.), KOTIa
no/IaBjieHa sKcrpeccust xjopobuiut a/b-cszpiBatonux 0enkoB (Cab), xoTopbie
IIOCTOSTHHO JKCIpeccupyroTes B Tuinakoumax [Wetzel et al., 2009; Montané and
Kloppstech, 2000; Heddad et al., 2006; Rossini et al., 2006]. Ha sTtom ocHOBaHuu
MpeanoaramT, uTo 6enku Elip BRIMOMHSIOT 3aUTHYIO QYHKITNIO, KOTOPast MOYKET
3aKJII0YaThCS B CBSI3BIBAHUM CBOOOJHOTO XJOpO(QWIUIA, YTO MPEJOTBPAILAET
obOpazoBanue ADK u (dhorookucnuTeNbHbIC TOBPEKICHUSI KOMIIOHEHTOB KIJIETOK,
WIM B CBS3BIBAHUM TMHTMEHTOB KCAaHTO(QWUILHOTO IMKJIAa, YTO MPHUBOJUT K
HEe(POTOXUMHUUECKON JUCCUNAlMU HW30bITKA TMOTJIOMIEHHOW CBETOBOM SHEpPrUu
[Muramatsu and Hihara, 2012; Montané and Kloppstech, 2000; Rossini et al.,
2006; Casazza et al., 2005].
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1.4, MyJabTHreHHOE ceMelCTBO 0eJIKOB CBeTOCOOMPAIIINX KOMILJIEKCOB

Bogopocnu u  pacteHuss 001agar0T BCTPOGHHBIMH B MeMOpaHbl
cBeTocoouparommu komiuiekcamu (Lhcs), kotopeie cooupaiot sHepruio (HOTOHOB
U nepenaroT ee npeumyinectBeHHO K OC2 ansa BbIIeNEHUS KUCIOPOAa, HO €CTh
Takke oTaenbHble Tpymmbl Lhcs, cesszannsie ¢ @C1 [Boekema et al., 1995; Ben-
Shem et al., 2003; Qin et al.,, 2015]. Bce wm3Bectubie Lhcs comepxar Tpu
TpaHCMEMOpPAHHBIE O-CIIUPATd U CBS3BIBAIOT XJIOPODWILT @, OPYrHe€ MOJIEKYJIbI
xmopodumia (b wm ), kaporurouasl 1 unuasl [Kuhlbrandt et al., 1994; Liu et
al., 2004]. CoctaB murMeHTa 3aBHCUT OT BUIOB, U3MEHYMBOCTh CYIIECTBYET JaKe
cpemu Lhc komruiekcoB u3 oxnoro opranm3ma [Pan et al., 2011]. Tem He MeHee,
CBS3BIBAIONIUN MOTHB I XJOPOQWIa @ BBICOKO KOHCEPBATHBEH M YaCTO
BCTpeUaeTcs Jake 3a npenenamu cemeirictBa Lhc. B wurore sto mpuBeno k
NpU3HAHUIO OoJiee IIMPOKOro ceMmeiicTBa Xxiopoduiui-a/b-ces3siBatonmx (Cab)
O€JIKOB, KOTOPbIE BEPOSITHEE BCETO MPOU3OILUIN OT OOIIETO Mpe/iKa U HE3aBUCUMO
ot "uctuHHBIX" LhC BriIFOUatoT onHy, nBe, Tpu U YeThipe crimpanu Lhc-mogo6ubIx
oenxoB [Jansson, 1999; Heddad et al., 2012]. Poap 3Tux OCNKOB, KaK MpaBuUIIo,
MaJio u3ydeHa. BeposTHO, OHM UTPAIOT BKHYIO POJIb B (DOTO3AIIHUTE.

Elip u Elip-monoousie 6enku (Ohp/Hlip, Sep) oTHOCATCS K OONBIION TpyIIne
OEJIKOB CBETOBOT'O CTpecca M BXOIAT B COCTaB MYJIBTMI€HHOTO CyNepCceMeicTBa
OenkoB cBerocoOuparomux komruiekcoB (Lhc). Bee wiensl 3Toro MysisTUTEHHOTO
CeMeicTBa CcoaepKaT KOHCEpBaTUBHBIM LhC-MoTHB, sBISIOmMCS YacThIO
TpaHCMEMOpaHHOW amb(a-crupany, JIOKaJU30BAHHONW B TUJIAKOWJIHON MeMOpaHe
[Teramoto et al., 2004].

Kpome Elip, k aTOMy cyrnepceMelcTBY OTHOCSATCS TaK)Ke CeMENCTBa OEJIKOB
Cab u Cab-nono6Hb1x 6enkoB, cyoreauuuiibl S ®C2 (PsbS) u HenaBHO onrcaHHOE
CEMEHCTBO OENKOB KpacHBIX BOAOPOCIEH, TOMOOHBIX xyopodwmn  a/b-
cesspiBaromuM Oenkam, — RedCAP [Engelken et al., 2010]. K myasTureHHOMY
CeMENCTBY OTHOCAT Takxke ¢eppoxenarasy II, wmzodopmy deppoxenarassl,
dbepmenTa, ydacTByromero B OwocuHTe3e mnopdupuHoB. Deppoxenaraza [l

Arabidopsis umeer C-koHiieBoi gomMeH, LhC-MoTHB, 001a1ar0mui 3HaYUTEIbHBIM
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CXOJICTBOM ¢ TpaHcMmeMOpanHbIMU criupaisiMu Cab 6enkoB. ['omonornunsiii Cab
oenkam C-KOHIICBOM JIoMeH OOHapy»KeH Takxke B peppoxenartase II Synechocystis.
[Tpoucxoxaenue sToro goMeHa y ¢eppoxenaras Il menssectro [Teramoto et al.,
2004]. ITo umeronmumcs nanasiM Hlip u deppoxenaTtasa BBIMOIHAIOT pa3IndHbIC
byHKIMU, IO KpaliHEH Mepe, B YCIOBHMSIX MHTEHCHMBHOIO OCBellleHus [Jansson et
al., 2000; Wang et al., 2008].

benku cemeiictBa Elip O6mmskopoactBennbr Cab OeinkaM, KOTOpBIE TaKKe
UMEIOT TpU TpaHCMEMOpaHHbIX crnupanu. CpaBHEHHE aMUHOKHUCIOTHBIX
nocienoBarenbHocte Elip u Cab OenkoB mokazano, yto Elip coxmepxart, mo
KpaliHen mepe, 4 KOHCEPBATUBHBIX OCTATKA, KOTOPBIE YYACTBYIOT B CBSI3BIBAHHUU
xynopodpumina a B Cab Genkax. Ognako y OenkoB Elip B3aumojeicTBUe MExmy
OenkaMu U XJIOPO(HUIUIOM a 3HAYUTENbHO ciiabee, yeM y OenkoB Cab [Adamska,
1997]. CemeiictBo Cab coctout u3 12-14 co6crBenno Cab 0elkoB 1 HEOOIBIIIOTO
yucia pojcTBeHHbIX OenkoB. benku Cab, HaspiBaeMble Takke Lhc Oenkamu,
SBIISIIOTCS  OCHOBHBIMH CBETOCOOMPAIOIIUMHU  XJIOPOGUIT  a/b-CBSI3bIBAIOITIMHU
OenkaMmu BbICIIMX pacTeHuid. [loryomeHue cBeTa CBETOCOOMpArOIIEH AHTEHHOU
CUCTEMOH — camMoe paHHee coObiTHe (oTocuHTe3a [Teramoto et al., 2004].
AOGcopOupoBaHHasi cBeToBasi sHeprus pacrnpeaensercs Mexay @C1 u ®C2 myrem
U3MEHEHHS «TIEPEXOJHBIX COCTOSHMID» (State transitions) M U30BITOK CBETOBOM
HPHEPrUM pacceuBaeTcs B BHJE TeIia, 4YTOObl H30ekaTh NEPEeBO30YNKACHUS
PEaKIMOHHBIX IIEHTPOB. YPOBEHb CBETOCOOMPAIOIIUX AHTEHHBIX OCJIKOB 3aBUCUT
OT WHTEHCHUBHOCTH CBETa W PETYIHUPYETCSs HA YPOBHE TPAHCKPUIIUHN W/WIH
TpaHCHsAMU ux TeHoB [Teramoto et al., 2004]. Korma pacteHus win
[IUaHOOAKTEPUH PACTYT B YCJIOBHSX, MPH KOTOPHIX JTUMUTHUPYIOMHUM (HakTopom
SIBIISIETCSL CBET, OOJbINas 4acTh OEITKOB, CHHTE3UPYIOMINXCSA B KJIETKE, SBISCTCS
cBeTocobmparommmu oenkamu [Jansson et al., 2000].

[{nanobakTepu W KpacHbIE BOJOPOCIM HMMEIOT  BOJOPACTBOPUMBIMA
CBETOCOOMpAIOIIUN KOMILIEKC — (PUKOOMIMCOMBI, B KOTOPBIX (PUKOOUIMHBI
(pukormanuH, amwiOQUKONMAHWH, (DUKOIPUTPUH ©  JIp.) CBSI3aHBI  C

INOJUIICTITUAAMUN AaHTCHH KOBAJCHTHBIMH CBs35MU. Y BbICHINX paCTeHI/Iﬁ u
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3eJICHBIX BOJIOPOCIICH mepudeprueckas aHTeHHA COCTOUT U3 HecKoabkux (10-13)
TOMOJIOTUYHBIX ~CBETOCOOMPAIONINX XJIOPOOWIT  a/b-CBA3BIBAIOIINX  OCIJIKOB,
KOTOpBIE KpoMe XJIopopmia a ¥ XJopopuinia D CBI3BIBAIOT KapOTUHOUIBI —
CBETOCOOMpAIOIIUE MTUTMEHTBI, TAK)KE YYACTBYIOIINE B AUCCUMAIIUN YHEPTUU TIPH
n30bITOuHOM OcBemenun [Teramoto et al., 2004; Klimmek et al., 2006; Umate,
2010]. Cab Oenku BBICIIMX pacTEeHUN KOIUPYIOTCS sinepHbIMU reHamu Lhc,
CUHTE3UPYIOTCS B BHJIC MPEIIICCTBEHHUKOB B IMTO30JI€¢ W TMOCTYyNalT B
XJIOPOIJIACThl. TpPaH3UTHBIM MENTHU]l OTIICIISETCS B CTPOME XJIOPOIUIACTOB U
3penblid OeOK BCTpaWBaeTCsl B THIJIAKOWJHYI0 MeMmOpany. Cab Oenku conepskar
TPU TPaHCMEMOpPAaHHBIX CrUpaid. Takke, OHH COJep)KaT KoHcepBaTUBHBIA Lhc-
motuB  [Tzvetkova-Chevolleau et al.,, 2007]. TpexmepHas CTpyKTypa
npeobnanaromiero Oenka Cab (Cabll) cBugerenbcTByer 0 TOM, 4YTO TpH
TpaHCMEMOpPAHHBIX alib(a-T0MeHa MOTPY>KEHBI B TUMTUIHBIE OMCION TUIIAKOUTHBIX
memOpan [Teramoto et al., 2004]. Mounekysipaas macca Cab 6enkoB 20-24 k/la.
I'ennl Lhca xogupyrot Cab 6enku, cBszannbie ¢ @C1, rensr Lhch — ¢ @C2. Jlecartsb
ocHoBHbIX THMoB Cab OenkoB (Lhcal — Lhca4 u Lhcbl — Lhch6)
AKCTIPECCUPYIOTCS UHTCHCUBHO, TPHU JOMOIHUTENbHBIX THIA 3TUX OenkoB (Lhcal,
Lhca6, Lhcb4.3) skcnpeccupyrorcs cimabo WM BOOOIIE HE HKCIPECCUPYIOTCS
[Jansson et al., 1992; Klimmek et al., 2006]. Bce Cab Oecnku sBASIOTCS
KOMITOHEHTAMH aHTCHHBIX KOMIUIEKCOB PEAKIIMOHHBIX IIEHTPOB (OTOCUCTEM,
COCTOSUX U3 OEJIKOBBIX CYOBEIWHUIl, KOAUPYEMBIX TEHOMAMH sjipa H
xjopomiactoB. Kakum 00pa3oM JocTHraercs COTJlacOBaHHAs AKCIPECCUs
pa3NUYHBIX OEJIKOBBIX KOMIIOHEHTOB M COXpAaHsSeTCs HEOOXOIMMBbIM OasilaHc
OenkoB, Heu3BecTHO. [lpeamomaratoT, 4YTO PEJOKC-COCTOSIHHE XJIOPOILUIACTOB
WHAYIUPYET PETPOTpajiHble CUTHAJBI, MOCTYMAIOUINE U3 XJIOPOIJIACTOB B SIpO,
u3Mensist akcnpeccuto renoB OenkoB Cab [Klimmek et al.,, 2006; HOpuna wu
Onmuunosa, 2007; Yurina and Odintsova, 2011].

Cab Oenku OBUIM TMPEIMETOM MHOTHX HCCJICIOBAaHUM, BBISCHSIBIIUX HUX
CTPYKTYPY, CIIOCOOHOCThH CBSA3BIBATH XpPOMOQOpPHI, y4acTHE B MEPEHOCE SHEPTHH

Mexay (orocuctemamMu, a Takke B COOpPKE MYJIbTUMEPHBIX KOMIUIEKCOB
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(LHCI/LHCII) u dorocucrem [Klimmek et al., 2006]. IlosiBieHne aHTEHHBIX
O0enkoB (OTOCHHTE3a, COCTOSIIIMX W3 CBeTocoOMparomux xjopoduin  a/b-
CBSI3BIBAIONIMX OEJIKOB HOBOT'O THUIA SBWJIOCH BaXKHOW CTYIEHBIO »BoMOIMU. Bee
BBICIIIME PACTCHUS U 3€JICHBIE BOJOPOCIH, a TAKXKE P APYTUX THIIOB BOJOPOCIIEH
UMEIOT TaKOH THII OpraHM3alMKi aHTeHHOM cucteMbl [Jansson et al., 2000]. Ilo
CpaBHECHHMIO ¢ (UKOOUIMCOMaMH, He oOJiajaronuMu (yHKIHMEH JUCCUTIAIIIN
sHeprun, Cab Oenku  SABISAIOTCS  3HAYUTENBHO 0o0Jieeé  COBEPUICHHBIMHU
cBerocoOuparomuMu ~ OenkamMu. OHHM  BBITIOJIHSIOT — JIBOWHYIO  (DYHKIIHIO,
OCYIIECTBIISISL AUCCUTIAIIMIO SHEPTHH U TIEPEHOC SHEPTUU MEXTy (poTocrcTeMamu.
Okcmpeccust TeHOB, Koaupyomux O6enku Cab, perynupyercs B MEpBYIO O4epeib
MHTEHCUBHOCTBIO M Kau€CTBOM CBETa Ha TPAHCKPUIIMOHHOM YPOBHE, a YPOBHHU
MPHK OenkoB Cab moaBep)keHbI YeTKMM IMpKagHbIM KojeOanusimM. ['enbr Lhc
Haubosee  HWHTEHCHUBHO  JKCIPECCUPYIOTCS  TOrja, KOrja  CBETOCOOpKa
OTPaHUYMBAET POCT PACTEHUH, TO €CTh, NPU CBETE HHU3KOH HHTECHCHUBHOCTH.
YpoBeHb 3Kcnpeccun reHoB LhC odeHb BBICOK B JIMCTBHSIX W HU30K (WM BOOOIIE
OTCYTCTBYET) B HeE3€JEHBIX TKaHsAX. Tak kak noTpe6HOCTh B 3P (EKTUBHON
CBETOCOOpKE HUKE B YCIOBUAX BHICOKONH MHTEHCUBHOCTH CBETA, YKCIIPECCHSI TEHOB
Lhc B 3TUX yCIOBHSX MMOAABISACTCA.

[Ipennonaratot, uro Cab Oenku BBHICIIMX PACTEHUN BO3HUKIIU B 3BOJIOLUU
U3 TPEICYLIECTBYIONIMX OEIKOB CO CXOJIHbIMU cBoiicTBamu. Tak kak Cab Oenku
KpacHbIX Bojopocieit cBsizanbl ¢ PCI1, Bo3MokHO, uTo Cab Oenku BBICHIMX
pacTeHUN TakXke BO3ZHUKIM Kak XJOpopwin  a/b-cBs3bIBaroliue  OEJKH,
acconuupoBanneie ¢ ®C1 [Jansson et al.,, 2000]. HaubGonee BepOSTHBIMHU
npeakamu Cab OekoB cuuTaroT nraHobakTepuanbubie O0eaxu Hlip [Jansson et al.,
2000].

Takum ob6pazom, B MmynbrureHHoe cemeiictBo CCK (cBeTocoOuparonmx
KOMITJIEKCOB) BXOJST MHOTOUYHCJICHHBIC OCNKH, coJep)Kamuye OT OJHOW [0
YeThIpeX TpaHCMEMOpaHHBIX CIUpasield, 00Jiafaloure pa3auuHbIMA (PYHKITUSIMU.
Y  Arabidopsis umentudpunmpoBano 30 TEHOB, KOAUPYIOIIMX  OCJKH

MyJabTHIeHHOTO cemelictBa Lhc. B remome Tomons -39 [Kilian et al., 2008]. Tak
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kak reHombl Arabidopsis m Tomoiist cXxoaHbl, y OonbmuHCTBA reHoB Arabidopsis
€CTh OPTOJIOTH B TEHOME TOTIOJIS.

HecMmotpss Ha 3HauuTelbHOE CX0ACTBO reHOMOB Arabidopsis u Tormos,
MEKy HUMHU CYIIECTBYIOT pas3auuus. Tak, HEKOTOpble OCIKH KOAUPYIOTCS OTHUM
remom y Arabidopsis (Lhcal, Lhca2, Lhcb3, Lheb6, SEP1, SEP2 u OHP2), B TO
BpEMsl KaK y TOIOJII OHHM KOJUPYIOTCS IBYMS O4YeHb CXOmHbIMU ¢ Arabidopsis
renamu. benku Elip xomgupyrorcst neyms renamu y Arabidopsis u tpemst reHaMu y
tornojsi, Oeigok Lhcebl kommpyercs msateio reHamu y Arabidopsis um deTbipbMs

renamu y Tonoiis U T.71. [Kilian et al., 2008].
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1.5. DBoaronus cemeiictBa 6eaxkos LHC

DBOJIIOLHS 3TOTO CJIOKHOIO MYJIBTUT€HHOI'O CEMENCTBA OCTAETCA HESICHOM.
[Ipennaranuch pa3auyHble CXEMbl BO3MOXKHOTO  IMPOMCXOXKICHUS  OEIKOB
cynepcemeiictea Lhc. B OompmmHCTBE W3 HHX TOCTYJIHPOBAIOCH MPSMOE
MIPOUCXOXKJIEHUE ITUX OENKOB OT MaHoOakTepuaibHbix Hlip mytem psiga ciustHuit
u neneiuii renoB [Heddad and Adamska, 2002]. CormacHo OgHO#N U3 CXeEM, B
nporecce sBomonun u3 Hlip obpazoBanuch ABycnupaibHble OETKH, OT KOTOPBIX
yTeM BHYTpPEHHEH IYIUIMKAIMKW T€HOB MPOM30LUIM YEeThIpEXCIHUpAIbHbIE OCNKH,
noaoOHbie PsbS (puc. 1.1). YUerBeprast TpaHcMeMOpaHHasi cripaib Oblia yTpaueHa

Y BO3HUKJIM TpexcrnupanbHble 0enku Tuna Elip u Cab 6enkoB BhICIINX pacTEHUN.

Ohp, Hlips Elip PsbS

)= ) — i
N\ /

Sep

Puc. 1.1. OBomonus cemeiictBa 6enkoB LHC. KoncepBaTuBHBIE TpaHCMEMOpaHHBIE CIIUPAH -

TEMHO-3€JICHBIC U CBETIIO3eNICHbIC, TOJTMMOP(HBIC ClIpain — oparkesbie [Sturm et al., 2013].
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JlokazaTenbCTBOM TOTO, YTO B DBOJIOIUU OEJTKOB MYJIBTUTEHHOTO
cemeiictea CCK wuMena MecTo BHYTPEHHSISI MAYIUIMKAIUS TE€HOB, CIY>KUT
3HauMTeNbHOE cXojicTBO [-0#t u Ill-eit TpancMemOpaHHbBIX crivpaiei 6enkoB Elip,
Cab u PsbS [Adamska, 2001]. BeIcka3pIBaIOCh TaKXe MPEANIOIOKCHHE, YTO
npenkoM OenkoB cymepcemeiictBa CCK  Mor ObITh  YeTBIPEXCHUPATBHBIN
uHTepMenunar, cxomaabiii ¢ PsbS. Ilonck Cab-momoOHBIX MOCIEIOBATEIBHOCTEH B
CEKBCHUPOBAHHBIX T€HOMAaX 12 (DOTOCHMHTE3NPYIOMHMX 3YKAPUOT, OTHOCSIIUXCS K
pPa3HBIM CHCTEMaTHYECKUM TPYIIaM, TMO3BOJMI CO3/1aTh HOBYIO THIIOTE3Y
sposroninu OenkoB cyrepcemeiictea CCK [Engelken et al., 2010]. Beuiu u3ydeHsl
rimaykoputel Cyanophora w Glaucocystis, kpacHble BOJOPOCIH W JHATOMEH
Galdieria, Cyanidioschyzon, Phaeodactylum u Thalassiosira, 3enensie Bogopociu
Chlamydomonas u Ostreococcus, Beicime pactenus Physcomitrella, Pinus,
Arabidopsis u Oryza, a Ttakke nuanobaktepuu Gloeobacter, Anabaena wu
Synechocystis. HoBu3Ha mNpemoXKEHHOW MOJAEIM COCTOMT B TOM, 4YTO
IpeAnojaraeTcss He3aBUCUMoe NpoucxoxaeHue cemeicts PsbS u Cab OenkoB ot
uaHoOakTepralbHbIX Hlip myTemM nByX HE3aBHCHMBIX BHYTPCHHHX TyTUTAKAIIANA
renoB [Engelken et al., 2010]. Becbma BeposATHO, YTO MPOMEKYTOYHBIM 3BEHOM
npu 3BoiroruK apeBHux Hlip k ux tpexcnupanbhubiM, nonooHsiM Cab Oenkam, u
YEeThIPEXCIHUPATBHBIM, MOAOOHBIM PsbS, moTromkam, SABISUIIUCH JBYCHUpPAIbHbBIE
Oenku Sep. DTO MPEANOIOKEHNE MOATBEPKAACTCS MIUPOKAM PACIPOCTPAHECHUEM
Sep cpean GpOTOCHHTEIUPYIONTUX IYKAPUOT, UX OTCYTCTBHUEM Yy IIMAHOOAKTEPHil,
HaJMYMEM  KOHCEPBATHBHBIX  XJOPO(MWIUI-CBA3BIBAIOIIMX  MOTHBOB W
KOHCEpPBAaTUBHOM BTOPUYHOM CTPYKTypod 3TuxX OenkoB. Sep, momoOHo Ohp,
OOHapy>KEeHbl Yy KpPAacHBIX BOJOPOCIECH W TIayKO(pUTOB, YTO YyKa3bIBaeT Ha HUX
paHHEee MPOUCXOXKICHHUE B IBOJIONHUU. DTH OCIKH MOTYT OBITh BaKHBIM paHEE
OTCYTCTBOBABIIIMM 3BEHOM B 3BOJIIOIIMHU OenkoB cymepcemerictBa Lhc. Elip, mo
BCEH BUIAMMOCTH, HE SIBJIAIOTCS npeakamu HU PsbS, au Cab 6enkoB M, BO3MOXKHO,
BO3HUKJIM Y (POTOCHHTE3UPYIOMIUX dyKapuoT He3aBucuMmo [Engelken et al., 2010].
Bce uieHbl MyJIBTUTCHHOTO ceMeicTBa OenkoB LNC xapakTepusyroTcsi BBICOKUMHU

YPOBHAMHU OSKCIIPECCCHUHU IIPpU PA3JIUYHBIX CTPECCOBBIX YCIIOBHUAX. 9TO MOXKET
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O3HauaTh, YTO Yy HHUX HE TOJHKO OOMUH TyTh OHBOJIOIHH, HO HMEETCA |
OIpe/IeIeHHOe (PYHKIIMOHATIBHOE CXOJCTBO, BOZMOXKHO CBSI3aHHOE C 3allIUTOW OT

ctpecca [Wang et al., 2008].
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1.6. Kuaaccupukanusi 6enxoB cemeiictea CAB

®dOTOCHHTE3UPYIOIHE JYKapuOThl  cojepxkaT Lhc-momoOHble  Oemmkw,
KOTOphIE HE Y4YacTBYIOT B CBETOCOOpPKE, OHM HMEIOT napyrue ¢yHkiuu. K
cemerictBy Cab-mmogoOHBIX OEITKOB OTHOCSAT YEThIPE TPYIIBI OEITKOB, KOTOPBIS
pasIuyYaloTCS MO YUCIY TpPaHCMEMOpaHHBIX alb(da-crupaieil: OJHOCTIHPATbHbIC
Ohp (one helix protein) [Jansson et al., 2000]; nBycniupaiibubie Sep mim Lil (Stress-
enhanced protein wm light-harvesting-like proteins) u Tpexcrmmpansusie Elip (early
light-inducible proteins) [Muramatsu and Hihara, 2012; Adamska, 2001;
Andersson et al., 2003] u geTsipexcrmpaibhbie (PSbS-momoousIe) 6enku [Heddad
and Adamska, 2002]. ®yakuunr OONBIIMHCTBA OCIKOB CEMEHCTBA HEHW3BECTHEI.
[IpennonaratoT, 4to 3TH OENKH Y4acTBYIOT HE TOJBKO B CBETOCOOpKE, HO U B
JIPYTHX, CBSA3aHHBIX C mMUrMeHTamH, mporeccax [Adamska, 1997; Rizza et al.,
2011].

1.6.1. beaku, coaep:kaime 0JJHy TPAHCMEMOPAHHYI0 CITUPAJIH

OpnocnupaneHbie Oenku Ohp, KOTOpbIe y BBICHIMX PACTEHHI HAa3bIBAIOT
takxe MajabiMu Cab-niogo0HbIMEU Oestkamu Scp (small Cab-like protein) [Adamska,
2001], a y uumanoOakTtepuil OenkamMH, WHAYLUHUPOBAHHBIMH CBETOM BBICOKOMN
untencuBHoctd, Hlip (high light-inducible protein) [Dolganov et al., 1995],
cofiepKaT eIMHCTBEHHYIO KOHCEPBATUBHYIO TPAHCMEMOPaHHYIO CITUPAIh, KOTOpas
pacIoyio>KeHa MOYTH MEePICHINKYISIPHO TUIAKOUIHON MeMOpaHe.

®yukius Ohp B pacTeHHUIX U BOAOpOCAX HescHa. B renome Arabidopsis u
Ipyrux (HOTOCHHTE3UPYIONIUX DYKAPHOT MPEICTABJICHBI JABE IPYMIBI oNp TEHOB:
ohpl u ohp2. benku Ohpl pacnpocTpaHeHbI MOBCEMECTHO B (DOTOCUHTE3UPYIOLIUX
IyKapuoTax, HO OTCYTCTBYIOT B IanoGaktepusix [Engelken et al., 2010]. Dro
KOJUPYEMBIA  SPOM  WHTETPAJbHBIA  OCJIOK  THJIAKOMIHBIX  MeMOpaH,
MOJICKYJISIpHAsi Macca KOoToporo cocrasisiet 7 k/la. Ohp2 unnynupyercs cuiibHbIM
CBETOM, HO HE ApYyruMu cTtpeccamu, u, B ormimume ot Hlips u Ohpl, obmamaer
KOPOTKUM C-KOHIIEBBIM THAPOGOOHBIM 3JIEMEHTOM, KOTOPBIA MOXKET ObITh
BCTpOCH B TWiakouaHyro mempany [Engelken et al., 2010] u coxmepxut 69

amuHokuciior. Ohp2 6emok Ol HaliaeH B acconuaiuu ¢ ®C1, dpakius KOTopoit
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ObLTa MOy4YeHa IeHTPUYTrupOBaHUEM B TpajJMeHTe caxapo3bl [Andersson et al.,
2003]. Onmnako, nokamm3amus Ohp2 B @C1 1o KoHIIA HEe sSCHA W HYKIACTCS B
JabHEUIIIEM H3yYCHUH.

I'enst1 HIli OenkoB mepBOHAYaNbHO OBUM  HMJICHTH(PUIMPOBAHBI Y
uanobaktepun  Synechococcus PCC 7942 [Dolganov et al., 1995]. T'ensr
aHAJIOTMYHBIX OeNKOB ObUIM OOHapykeHbl B reHoMmax Synechocystis PCC 6803,
Anabaena sp. PCC 7120, renome nmanemnm Cyanophora paradoxa m reHomax
XJIOPOILTIACTOB KpacHbIX Bogopociei Cyanidium caldarium u Porphyra purpurea
[Jansson et al. 2000]. B remome Synechocystis PCC 6803 unenTudumpoBansl 4
rena hli (hliA-hliD) [Heddad et al., 2006]. Bce rensr hli, 0003Hagaemble Takke Kak
reHbl SCP, MHIYIUPYIOTCS CBETOM BbICOKOM MHTeHcMBHOCTU. Conepskanue HIi
oenxoB y Synechocystis PCC 6803 yBennuuBaeTcss B CTPECCOBBIX YCIOBHSIX: MPH
BBICOKOW MHTEHCUBHOCTH CBETa, HU3KOM Temmeparype U AePUIUTe MUTATEIbHBIX
Bemiecte [Wang et al., 2008; Chankova et al.,, 2014]. Iloka3aHo, 4ro Ha
skcrpeccuto rera hliA Synechococcus ocoOeHHO BIUSET OCBEIICHHE CHHHM WA
Y® cBerom. Perymammsi skcrnpeccud T€HOB TOMOJOTHYHBIX O€JIKOB Yy JAPYTHX
MaHOOAKTEPHUI U KpacHBIX BoJopocieil He usydyena. Hlip — memOpaHHbie Oenku.
OHU CBA3BIBAIOT MUTMEHTHI U, TTO-BUAMMOMY, 00pa3yloT JUMEPHI B TUIAKOUIHBIX
meOpanax [Jansson et al., 2000]. Hli 6enxu Synechocystis PCC 6803 ob6nanaror
3HAQYUTENBHBIM  CXOACTBOM  CO  CBeTocoOuparommmu  xjaopodpwin  a/b-
CBSA3BIBAIONUMHU  O€TKaMH  pacTeHWl W, TMO-BUIMMOMY, SIBIISIIOTCS — HX
HBOJTIONIMOHHBIMU TipeamecTBeHHukamu [Kilian et al., 2008; FOpuna u np., 2013].
[To aMMHOKHCIOTHON MOCIEIOBATEILHOCTH OHHM CXOAHBI Takke ¢ C-KOHIIOM
deppoxenaTa3sl [MaHOOAKTEPUH M IJIACTH BBICIIMX pacteHui [Muramatsu and
Hihara, 2012]. Tounsie ¢pynkimu Hli 6e1K0B HEU3BECTHBI.

Jns  mmanoOaktepuanbHbix Hlip xapakTepHOo Hamuuue B CcepeauHe
CAMHCTBEHHOW TpaHCMEMOpaHHOW CHUpaid JOMEHa, cocTosmero u3 13
aAMUHOKHCIIOT, TIOCIEA0BATEIHHOCTh KOTOPOTO HWIACHTHYHA Y TIOJABIISIOIIETO
OonpimmHcTBa HccaemoBanueix Hlip. bemox Oph2 Arabidopsis cozepxur 10

aMUHOKHUCJIOT 23Toro jgomeHa, Oenku Elip u PsbS - 9, a 06emok Lhcbl,
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cBeTocobmparonuii xiopoduiut a/b-cBsi3piBarommii 6emok @C2, — 4 [Jansson et al.,
2000]. Tak kak oOUIENPHU3HAHO, YTO XJIOPOIUIACTHI BHICIIUX PACTEHUI MPOU3OLLIN
OT [MaHOOaKTepuil, 3aXBaUYCHHBIX MNPUMHUTHBHOW JYKAPHOTUYECKOW KIIETKOH,
OoJbIasi 4aCTh TEHOB KOTOPBIX B MPOIIECCE SBOJIIONNN ObLIA TIEPEHECEHA B PO
pacTUTENILHOW KJICTKH-X03suHa, Oeimok Oph2 Arabidopsis MoxHO cuuMTaTh
JpeBHEHIINM OekoM (pOTOCHHTETHYESCKOro ammapara [Jansson et al., 2000].

1.6.2. Beaxkwu, conep:kaniue 1Be TpaHCMeMOpPaHHbIe CIIMPAJIH

JIBycripanbHbie Oenku Sep — OCNKH, AKCIpeccHs KOTOPBIX YCHIINBAETCS
npu ceeToBoM ctpecce [Heddad and Adamska, 2000], coaeprkaT KOHCEPBATUBHYIO
151 HOJIUMOP(PHYIO TpaHCMeMOpaHHbIE CIIMpaH, PaCIIONIOKEHHBIE
HEePIEHANKYISAPHO THIAKOUIHOW MeMOpaHe.

JIBa TpancMeMOpaHHbIX Ocnka Lil3 Obutn nnentudupoBansr B Arabidopsis B
acCOIMAINK C TMOCICAHUM (PEPMEHTOM IMyTH OMOCHHTE3a XJIOPOHILIa — TepaHUII-
repanunos-peaykrazoii [Tanaka et al., 2010], xoTopelii pemynupyeT TepaHu-
repaHroa A0 (uTosia. DTa peakiuss MOXKET NPOUCXOAUTh JIOo 10 (utona u
IpUJIOraeTcs K XJI0poQuuuay, TMd0 MpoUCXOAUT mocie popMUpOBaHUS TepaHuII-
repanmi-xyiopopmnia [Tanaka et al., 2010]. benku Lil He mamynupyrorcs mpu
YBEIIMYCHUU OCBEUICHUS MW, TAaKHUM 00pa3oM, OHH BEpPOSATHO HE YYaCTBYIOT
HEIOCPEACTBEHHO B (oro3ammre. Myrant, aebunutaeii mo Lil3, sBisercs,
OJTHAKO, XJIOPOTHMYHBIM W pacTeT MEJICHHO H3-3a JecTabuim3anuu QepMeHTa
repaHUII-TEPaHUON-PEAYKTa3bl, W KaK CIEACTBHE MPOUCXOIUT CHIDKEHHE
noctynHoctd (urona m Tokodeppona [Tanaka et al., 2010]. CraGuibHOCTH
repaHuiI-repaHuoi-penykrasel B lil-MyTanTe HapymieHa naxke TpuU  HH3KOU
WHTCHCUBHOCTH CBETa, KOTOpas HAIIOMHHAET MOCTOSHHOE TMOHIKEHHE TepaHuI-
repaHuoji-peaykTa3sl B MyTante Synechocystis, e comepxxamem HIID [Chidgey et
al., 2014]. Crnenyroiiee rccaenoBaHue rpynmbl Tanaka npoaeMoHCTPUPOBAIIO, Y4TO
repaHUII-TEPAHUOI-PEIYKTa3a MOXKET OBITh CTAOMIM3UpPOBAHA 3asAKOPUBAHHEM
atoro (hepmeHTa B MeMOpane, naxe B orcyrcrBue Lil3 [Takahashi et al., 2014].
Tak kak aBTOpbI HE OOHAPYXWJIM MUTMEHTHI Ha OYMINCHHBIX Oenkax Lil3, onm

MPEANOJIONKUIN, YTO (PYHKIMEH 3TUX OCJIKOB SIBJISETCA TaK HA3bIBAEMBIN «IIUT U
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SKOpbY» TepaHWI-TepaHHOJI-peAyKTa3bl B MeMOpaHHOM jaoMeHe. OpHako Oenku
Lil3 comepxaT KOHCEpBATHUBHBINA XJIOPOPHILI-CBS3BIBAIONIHI (DparMEHT U MOTYT
CBSI3BIBATh CHMHTE3MPOBaHHBIN Xjopodumt B ¢poromopdorenese [Reisinger et al.,
2008]. I'epanun-repaHuon-peayKTaza B3aUMOJCUCTBYET C XJIOPOPUILI-CHHTA30U
s purommsanmu xnopodumia [Rudiger et al., 2005], Takum o0pa3om, BOIIPoOC O
TOM, MOKeT Jii Lil3 cBS3BIBATH MUTMEHTHI ¥ TACUTh aJICOPOLIMIO SHEPTHUHU 1O I00HO
HIiD/HIIiC ocraercs otkpeiTeiM. CoBceM HenaBHo Mork-Jansson [Mork-Jansson et
al., 2015] wunmentudumuposan Lil3 B mnurmeHT-comepkammx KOMILICKCAX C
nocjaeAHUMU (PepMeHTaMH MyTH CUHTe3a xyopoduiia, 6enkom D2 u anTeHHOM
Psb29, on mnpeamomaraer 3ammuTHY0 posib Lil3 B Xmopodumi-OemkoBom
OMoCHHTE3e, MOX0XKeM Ha maHoOakTepuanbHbie HIIpS.

1.6.3. Beaku, conep:kanye Tpu TpaHCMeMOpPaHHbIe CTUPAJIH

Tpexcniupanbubie 6enku coaepkat ase criupanu (I u III), pacnonoxxenHsie
nog yraom 56°C  gpyr K JOpyry, M KOpPOTKyr cmnupanb II, moutu
NepIeHINKYISIpHY0 TriakouaHoit memOpane [Green and Kiihlbrandt, 1995].
Crupamu [ u 1II comepxaT KOHCEpBATUBHBINA XJIOPO(MUIUI-CBSA3BIBAIOIINN MOTHB
(Lhc-motuB), cocTosmmii MPUMEPHO U3 25 aMHHOKUCIIOTHBIX OCTATKOB, U OUYCHb
CXOOHBI C COOTBETCTByrOIIMMHU ydacTkamu Cab OenkoB, oOpasyromux
nepudeprudecKyro cBeTocoomparomyo antennyio cucremy ®C1 u ®C2 [Heddad
and Adamska, 2000; Tzvetkova-Chevolleau et al., 2007].

Elip sBnsArOTCS MHTErpadbHBIMU OEJIKaMU THUJIAKOMIHBIX MEMOpPaH, MIUPOKO
pacnpoCTPaHEHHBIMU Y SYKApPUOTHUYECKUX (POTOCHHTE3UPYIOLIUX OPraHU3MOB.
NMeHHO 3TH O€nKM XOpOIIO OXapaKTepU30BaHbI B pacTeHusXx. X skcmpeccus
NopasuTeIbHO T0X0Xka Ha skcrpeccuto HIips.

Boinenenue Elip B HaTuBHOM (hopMe M aHANIKM3 CBSI3aHHBIX C ’TUMU OelIKaMu
MUTMEHTOB TIOKa3ayn, 4yTo Elip MOTYT CBsI3bIBaTh KapOTHHOUBI, XJIOpOPMLT 8 1
mrorenn [Harari-Steinberg et al.,, 2001; Adamska et al., 1999]. HewussectHo,
cBsa3piBatOT Ju Elip Tarke xmopoduur b. Hamwuue Elip-mogoOHBIX OenkoB y

[IMAHOOAKTEPHA M KPACHBIX BOJOPOCICH, KOTOphIE HE cojaepkaT xyopodumia b,
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yKa3plBaeT Ha TO, 4YTO cTabmibHOCTH Elip MoxkeT obOecmedunBaThCS OTHUM
xsopodumutom a [Adamska, 1997].

VY BBICIIUX pacTeHHid U 3eleHbIX Bomopociei (Chlamydomonas reinhardtii)
Elip xomupyroTcs TEHOMOM sipa, CHHTE3UPYIOTCS Ha IHMTOIIA3MAaTHYECKHUX
pubocoMax M B BHJIE MPEAINIECTBEHHUKOB IOCTYMAIOT B XJIOPOILUIACTHI, TIJIE
MOJIBEPTaloTCsl MPOLIECCUHTY, MPOTEKAOIIEMY C y4acTUEM NEeNTUAa3bl CTPOMBI
[Kruse and Kloppstech, 1992]. 3pemsiec dopmbr Elip okamu3oBaHbl B
TUJIAKOUAHBIX MeMOpaHaxX, mpu 3ToM N- KOHEIl MOJIEKYyJ Oelika HarpaBjeH B
CTOPOHY cTpombl, a (C- KOHEIl — B CTOPOHY JOMeHa opraHeiul. CKOpOCTb
BcTpauBanus Elip B TwiiakouHble MEMOpaHbl HE 3aBUCUT OT TEMIIEpaTypbl U
peryaupyercs CKOpPOCThIO TporieccuHra 3tux OenkoB [Adamska, 1997]. VYV
KkpacHbIX Bojopocieit (Cyanidium caldarium wu Porphyra purpurea) Elip
KOJMPYIOTCS TeHOMaMHU IulacTtuia, y nuanoOakrepuii (Cyanophora paradoxa wu
Synechococcus sp.) — remomamu 1maneut [Dolganov et al., 1995]. T'ensr Elip
CEKBCHUPOBAHBI M KJIOHHPOBAaHBI y MHOTHX BHJIOB PACTCHHM (ropoxa, SYMEHS,
06000B, Tabaka, HIMUHATa, TOMATOB, TOMOJIA), BKJIIOYAas MOJCJIbHBIC PACTEHUS
Arabidopsis thaliana u Oryza sativa [Adamska, 1997; Kimura et al., 2001; Bruno
and Wetzel, 2004; Klimmek et al., 2006; Umate, 2010]. ¥V ropoxa u Tabaka
IeHOMBI coaepkar ofauH TreH Elip. ¥V sumens u apoOumoricuca — 1aBa reHa,
komupytomux Oenku Elipl u Elip2, KoTopble HECKOJIBKO pPa3IMYaroTCcs 10
MOJIeKyJsipHOH Macce W umeroT 81,05% MACHTUYHBIX aMHHOKHUCJIOTHBIX
nocienoBaTeabHocTel. ['eHOM Tomomst, cXomHbli ¢ reHomom Arabidopsis,
conepkut Tpu rena Elip [Klimmek et al., 2006]. B suepHom reHome puca
oOHapy»eHbI 6 JTOKycoB reHoB, koaupytomux Elip: Elipl-Elipé [Umate, 2010].

Monekynspubsie macchl npemmectBeHHUKOB Elipl (At3g22840) u Elip2
(At4g14690) y Arabidopsis cocrasisior, cooTBeTcTBeHHO, 25.5 KJ/la n 21.5 k/la,
MOJICKYJISIpPHBIE Macchl 3penbix OenkoB — 19.5 k/la m 16 x/la [Heddad and
Adamska, 2000]. Dxcripeccusi TCHOB 000MX OCITKOB UHIYIIUPYETCS B PAa3IMYHBIX
CTPECCOBBIX YCJIOBUSX, KaK pe3ysbTar u3bsiTouHoro Bosaeiicteusi [Adamska and

Kloppstech, 1994; Montane et al., 1997; Heddad and Adamska, 2000]. KpacHgrii,
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JATLHUIM KPAaCHBIN ¥ CHHUI CBET IO3UTUBHO PETYIUPYIOT dKcIpeccuto reHoB Elipl
u Elip2. B cBeroBom curHanmmare ydactByioT PhyA wu PhyB. Opnnako
KPUNITOXPOMBI ¥ (DOTOTPOTIHMHEI, TIO BCEH BUAMMOCTH, HE HY)XHBI JJISI MHIYKITUH
CHHHM CBETOM JKCHpeccuu reHoB obonx 6enkoB Elip. Bo3mMoxkHO, 4To 3Kcmpeccus
reroB Elip perynumpyercs WHBIM, HEUIECHTU(PHUIIMPOBAHHBIM PEICITOPOM CHHETO
ceeta [Adamska et al., 1992]. V Arabidopsis cBeT BBICOKOH HHTCHCHBHOCTH
U3MEHseT 3Kcmpeccuio okojo 700 reHoB, Brimrowas APX2 w Elip2 [Harari-
Steinberg et al., 2001; Kimura et al., 2003]. TemmoBoii IIOK IO3UTHBHO
KoHTponupyet skcnpeccuto reHoB Elipl u Elip2, Ho ero neiicTBue He 3aBUCUT OT
cera [Harari-Steinberg et al., 2001]. IIpeamnonararT, 4T0 ONpPEACICHHYIO POJIb B
perymsmuu  dKkcrpeccud TeHoB  Elip  MoxeT wurparb  peIoKC-COCTOSHUE
koMIioHeHTOB DTL. AKTHBaLuUsl CBETOM BBICOKOI MHTEHCUBHOCTH IpoMoTopa Elip
y Arabidopsis T10J1aBIISITACh DCMU (3-(3,4-muxnopdennn)-1,1-
JTUMETHIIMOYCBHHA), YTO MHTHOMPYET BOCCTAHOBJICHWE ITyJia TUIACTOXWHOHOB, U
CTUMYJIMPOBAIACh DBMIB (2,5-mubpom-3-meTuin-6-uzonponui-napa-
OCH30XMHOH), YTO MHTMOUpYET OKHCJCHME Myna ruactoxuHonoB [Kimura et al.,
2003].

Ha skcnpeccuto renoB Elip Bnustor Takke apyrue ¢GakTopsl, BKIIOYAs
Ka4eCTBO CBETa, CTAJAMIO pPa3BHTHsA KIETOK M Temreparypy [Adamska, 1997].
BaxHyo posib B peryssiinuu SKcnpeccuu TeHoB Elip urpator ¢uroropMoHsI.
[[UTOKMHWHBI, CTUMYJIUPYIONIUE POCT PACTCHHWMA, HETaTUBHO BJIMSIIOT HAa
akcnpeccuio TeHoB Elip u cHmwkaror oOpasoBanue OenkoB Elip Ha 50% mpu
ceetoBoM ctpecce [Potter and Kloppstech ,1993]. AOcumsoBas KwHCIOTA,
MHTUOMPYIOMasi POCT PACTEHHA B YCIOBHSIX CBETOBOTO CTpecca, CTUMYJIUPYET
skcnpeccuro reHoB Elip [Umate, 2010; Heddad and Adamska, 2000; Adamska et
al., 1992]. HecmoTpst Ha cxomHblii Mexanu3m aerictBus, ABK n mMermmkacMoHaT
OKa3bIBAIOT Ha dKcHpeccuto reHoB Elip mporuBomonoxHoe neiicTBUe, B TO BpeMs
KaK METHJDKACMOHAT M ITUTOKWHUHBI, aHTATOHUCTHl METUIDKACMOHATA, ICHCTBYIOT
cxomueiM oOpaszom [Wierstra and Kloppstech, 2000]. MexaHu3Mbl peryJsiiuu

skcnpeccun Elipl wu Elip2 pasmuunael. Tpanckpumniumonusii  ¢akrop HyS,
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HETIOCPEJCTBEHHO YYaCTBYIOIIMA B OJKCIIPECCHM TEHOB CBETOWHAYIHPYEMBIX
OenkoB, aktuBupyeT cBeToBylo umHAykumio Elipl, o nHe Elip2. B mpopoctkax
Arabidopsis skcmpeccus Elipl crporo 3aBucut ot cBera, a TpaHckpunThl Elip2
obpasyrorcst u B TeMHoTe [Casazza et al., 2005]. HakorieHue TpaHCKPHIITOB U
oenxoB Elipl yBenwuuBaeTCs MOYTH JUHEHHO C YBEJIMYCHUEM HWHTECHCHBHOCTH
CBETa U KOPPEIUPYET CO CTENEHbIO (OTOMHAKTHBALMU M (POTOMOBPEIKIACHUS
peakunoHHbIX HeHTpoB PC2, nerpaganueil O0enka D1 U M3MeHEHUSIMU YpPOBHS
nurMeHToB.  Hakorutenue — tpanckpuntoB — Elip2  wHaOmromaercss — mpu
doronoBpexaeann 40% peaknuoHHbIX HeHTpoB PC2. Dkcmpecus reHa Elipl
HaAMHOTO OoJjiee YyBCTBUTENbHa, 4eM skcrpeccus reHa Elip2, x yBenmmdenwuro
MHTEHCUBHOCTH CBETa NMPU KOMHATHOHN TeMIlepaType, B TO BpeMs KaK dKCIPECCHS
rena Elip2 ysenmuupaercsa npu 4°C naxe mpu HU3KOM HHTEHCUBHOCTH OCBEILECHHUS
[Casazza et al., 2005; Rossini et al., 2006].

[enst Elipl wuHTEHCHBHO SKCHpeccHpyrOTCS B HaOyXIIUX CEMEHaX, B TO
BpeMsI KaK B MIPOPACTAIOIINX 3apOJIbIIIaX HAOIIOIAETCS WHTCHCUBHAS SKCIIPECCHS
nsyx renoB Elip (Elipl u Elip2). Dto mo3BosseT mpeamnosiarate, 4to y OCIKOB
Elipl u Elip2 pa3usie ¢usunonorunueckue ¢pynkuu [Heddad et al., 2006; Rizza et
al., 2011; Ocunenkora u fap., 2010]. Koncturyrusnas sxcnpeccus Elip2 B mucThsix
Arabidopsis 3HauYUTETBLHO CHUXAET COAEpIKaHUe XJIopoduiia B XJIOpoIUIacTax M
BBI3BIBACT TAK)KE€ CHUIKCHHUE YPOBHsI BCEX NMUTMEHTOB, HO HE W3MEHSECT COCTaB,
opranuszanuio 1 QyHkiumonupoanue (Gorocucrem [Tzvetkova-Chevolleau et al.,
2007].

[loxazano, urto Elip2 peiictTByer Ha 2 BaxHble CTaAuM OHOCUHTE3a
XJIOpopHIUIa: TIOJABISET CUHTE3 S5-aMHHOJIEBYJMHOBON KHCIOTHI U aKTHBHOCTH
Mg-xenata3pl. Ha aktuBHOCTH (peppoxenartazbl U cuHTe3 rema Elip2 He Biuser.
Ocgernienue nuctheB Arabidopsis cBeTom BBICOKOW WHTEHCHBHOCTH aKTHBHPYET
skcnpeccuto  Elip2 Gonee wem B 3 pasa [Kimura et al., 2003]. Ilpwu
cynepakcrnpeccun Elip2 conepxanue psga nmpeamecTBEHHUKOB xyopodmnia (0T
npotonopdupuna IX mo mportoxmopoduminaa) cuiabHO cHrbKaeTcs [Tzvetkova-

Chevolleau et al., 2007]. Tot ¢akr, uro Elip2 He BiuseT Ha cocTaB, OPraHU3aIUI0
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U (yHKUHOHMpPOBaHUE (HOTOCUCTEM, NPEANONAraeT, 4YTo (QPHU3NOIOTHYECKas
byHKIMS 3THX OENKOB CBfA3aHa C peryisiiuei coaepkaHus Xxjopoduiia B
tunakonnax. [lomaBnsas cunTes xnopodwuiia, Elip mpemoTBpamarT HaKOIUICHHE
CBOOOHOTO XJIOpo(dMiIa U, ClIe0BaTEIbHO, OKHCIUTEIbHBIN cTpecc [ Tzvetkova-
Chevolleau et al., 2007]. Onnako y aBoiinsix mytantoB Arabidopsis (Elipl/Elip2)
HE3HAYUTEIFHO TOHWKECHO CoJepkaHue xyopoduiuia. IDTO O3HAYaeT, dTo
uHakTHBanus oboux reHoB Elip cymecTBeHHO He Bimser Ha TpeIOTBpaIlCHHE
OKHCIIUTEIPHOTO CTpecca M 3alliuTy OT (OTOMHTUOMPOBAHUS W CTaBUT IO
coMHeHHe (oTorpoTekTopHyo (yHKIMI0 3THX OenkoB [Casazza et al., 2005;
Rossini et al., 2006].

Coo6Omanocs, uro rensl Elip yuactBytor B omocpemoBanHom PhyB
CUTHAJILHOM TyTH, BEIyIIeM K MpopacTaHuio ceMssH TomaroB [Auge et al., 2009].
bnaronapss nanmuuuio Pfr, cemena TomaToB MOryT mpopactaTh B TEMHOTE.
[TpogomKUTEN HOE OCBEIIEHUE CEMSIH J1aJbHUM KPAaCHBIM CBETOM MOJABISIET ATOT
nporiecc 3a cuet npeppaiieHust Pfr B Pr. [losiHOreHOMHBIN aHaIU3 TPAHCKPUIITOMA
CEeMsIH TOMAaTOB TI0Ka3ajl, YTO CIMHCTBEHHBIH y TomaTtoB red Elip akruBupyercs
JTAJBHAM KPacHBIM CBETOM MW HWHIHOMpYyeTCs KpacHbIM cBeToM. [enwr EIlip
y4aCTBYIOT Takke B mpopactanuu cemsH Arabidopsis. OHu (yHKIIHOHHPYIOT
nocie TpaHckpuniuoHHoro ¢akropa DAGI, ortHocsmerocs k Dof cemelicTBy
TPAHCKPUIILIIMOHHBIX (AKTOPOB, IIUPOKO PACHPOCTPAHEHHOMY B PACTUTEIHHOM
[[apCTBE, YYaCTBYIOIIEMY B PETYJSIUU JKU3HEHHO BAXHBIX [JII PacTECHUM
nporieccoB. Onnako Elip He saBusoTcs npsimbiMu  muineHsmu  DAGI.
MornekynsgpHbie MexaHU3Mbl omnocpenaoBanHoii DAG1 skcnpeccun renoB Elip
HeusBecTHbI [Rizza et al., 2011].

Myrtamu renoB Elipl u Elip2 nportuBomnosnoxHbeM 00pa3oM BIHMSIOT Ha
npopactanue cemsH Arabidopsis. Myranuu renos Elipl 3amemisiror mpopacranue,
a myrtanuu reHoB Elip2 3HaunTensHO (4O TpeX pa3) YCKOPSIOT MPOpPACTaHUE IO
CPaBHEHUIKO C CEMEHaMM pacTeHuW JuKoro Ttuma. [lonmydeHbl HaHHBIE,

CBHJICTCIICTBYIONIUE O PA3JIMYHON PEryssilMi CBETOM 3Kcmpeccuu renoB Elip B
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cemenax. [Ipeamonaraior, yto perynsuus conepxkanust Elip2 ocymectBusiercs
gyepe3 PhyA, B To Bpems kak peryisitust Elipl gepe3 PhyB [Rizza et al., 2011].

Ha wmonmeasHoM pacrenmu  Tortula ruralis, wucmone3yemom —1mpu
UCCIIEIOBAaHUM CTpecca, CBSA3aHHOTO C Je(UIUTOM BOJBI, OOHAPYXKEHO, UYTO
skcrpeccus aByx renoB Elip (Elipl u Elip2) perymupyercs pa3inuuHbIMU
a0MOTUYECKUMH CTpECCaMH, TaAKUMHU KaK MEJIEHHOE O00€3BOXKMBAaHHE, OBICTPOE
o0e3BOKMBaHUE/peTUapaTaIys, cojaeBoil crpecc, aciictBue ABK u mHTEHCHBHOE
ocsemenue [Rizza et al., 2011].

1.6.4. Beaku, coaep:kaiye YeTbipe TPaHCMeMOpPaHHbIE CITUPAJIH

Cpenn ceMelcTB, OTHOCAIIMXCS K MYJbTUTCHHOMY cymnepcemerictBy Cab,
TOJIbKO WIEHbl ceMmeiicTBa PsbS sBistoTcs deTbipexcnupaibHBIMH OCJKaMu, Y
KOTOPHIX KoHcepBaTuBHble crmpamu 1 u 111 pacmonoxkens! mox yrimom 56° apyr k
apyry, a cnupanu Il u IV mouytu neprneHAuKyJIspHb TUIAKOUTHOW MemOpaHe
[Funk et al., 1995]. [domonHurtenbHas crnmpanb, romonoruunas crupanu II Cab
0enkoB, HaxonuTca Ha N-koHIE OenkoBbIX Mojekyl. PsbS — crpykrypnbliii
KoMrnoHeHT (cyobenunuiia) ®C2. JlokazaHo, YTO ATOT OEJIOK ydYacTBYeT B
Ipolieccax, CBSI3aHHBIX C TOJIEPAHTHOCTBIO PACTEHUN K CTpeccaM, a UMEHHO, B
neporoxumuueckom tymenun  [Kilian et al, 2008]. VY Arabidopsis
uneHTudunpoan onuH Jokyc (AT1G44575), komqupyromuii PsbS, y puca - nBa
aokyca (LOC 0Os01g64960 u LOC 0Os04g59440), kxoqupyroniux PsbS1 u PsbS2.
Takum o0pa3oMm, y puca, T€HOM KOTOpOro moxox Ha renom Arabidopsis, ecTb
JOTIOJTHUTENBHBIA MeXaHu3M HepoTtoxumudeckoro tymenus [Umate, 2010]. I'ensr
psbS skcnpeccupyroTcs OJHOBPEMEHHO C T€HAMH JIPYTHX WICHOB cemeiicTBa Cab,
YTO yKa3bIiBaeT Ha (DYHKIIMOHAIBLHOE CXOJICTBO 3TUX OenkoB. CMHUH, KpAaCHBIN U
JAbHAN KPaCHBIA CBET MHIYIUPYIOT dKcpeccuto PsbS. DTa cBeTonHaympyemas
sKkcrpeccust 3aBUcHT OT ¢uroxpomoB u Cryl. Ilpu ocBemienun Arabidopsis
JTATbHUM KpPAaCHBIM CBETOM JKcmpeccus PsbS 3aBUCHT OT TpaHCKPHUMIIMOHHOTO
dakropa FINS. Ha cunem cBery »oskcnpeccus PsbS — unaynupyercs
TpaHCKpunImoHHbIM ¢aktopom BIT1, kotopsiii ¢ynkiumonupyer mocie Cryl

[Ruckle et al., 2012]. Cer mo-pa3HOoMy BIHSET Ha JKCIpeccuio reHoB PsbS u
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XaJIKOHCUHTAa3bl, y4acTBYIOIIEH B OMOCHHTE3€e (hEHUINPONIAaHONI0B, U CBSI3aHHOM,
nono6HO PsbS, ¢ TonepanTtHOCTRIO IacTu K ctpeccam. FINS ogmHakoBO BaxkeH
st akcnpeccun PsbS u xankoncuntasel. BIT1 Gonee BaxkeH aiig skcnpeccuu
PsbS, wem mns skcrpeccuu XalKoHCHHTasbl. Y  end-myrantoB (enhanced
deetiolation mutants) Arabidopsis skcrpeccus PsbS mogaBnena B Oosiblieid

CTEIEeHH, YeM dKcrpeccus xankoncunrtasbl [Ruckle et al., 2012].
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1.7. HWuayuupyemble HHTeHCHBHBIM cBeToM Oesku (HIips) nmanobakrepuii:

(l)OTOHpOTeKHHH H JIOKAJN3anund

1.7.1. ®oTOoCHHTETHYECKHI1 anIapaT HUAHOOAKTEePHUil

HauGounbiiee otianune Mexay GOTOCHHTETUYECKUMHU alnapaTtaMu PacTeHHM
U [IMaHOOAKTEepHUHl SIBISIOTCS UX aHTEHHBIE CUCTEMBL. B oTimMuue OT pacTeHuil u
3€JICHBIX BOAOPOCTCH IMaHOOAKTEPHH COJIEPKAT CBETOCOOUPAIOIINE OPraHeIIbl —
KpyIHbIE MeMOpaHO-CBsI3aHHbIE TUAPO(MUIbHBIE OCJIKOBbIE KOMIUIEKCHI —
¢dbukoommucomsr [Grossman et al., 1993]. Oum cocTosT U3 PUKOOUIUIPOTCHHOB,
colepKallluX B KadecTBE Xpomaro(opoB JUHEHHBIE TeTpanupposbl. B
3aBUCHUMOCTH OT BHUJAA I[MAHOOAKTEpUM M COJIEP)KaHUS TE€HOB, (UKOOMIMCOMBI
COCTOSIT U3  XpoMO(Op-CBSZBIBAIOIIMX  CYObeIUHUI]  alIOUKOIIMAHUHA,
dbukonnannHa wWunu (GUKOIPUTpUHA, (GUKOYpPOOMINHA, (DUKOIPUTPOIMAHUHA U
HECKOJIbKHX JIMHKEPHBIX OEJIKOB. Conepxanune CHeU(PUUHBIX
(GUKOOMIMIPOTEMHOB W COOTHOUIEHHE MEXAY pa3IMYHbIMM MUTMEHTAMH
NO3BOJIIET IUAHOOAKTEPUSIM aOCOPOUPOBATH CBET B LIMPOKOM JIHaIa30He.

[TokazaHo, 4TO CTpPYKTypa M (PYHKIUU (POTOCHUCTEM, a TAKKE TPAHCIOPT
eKTpoHOB U cuHTe3 AT® oueHb CXOAHBI y IHMAHOOAKTEPUN M XJIOPOILJIACTOB
[Fromme and Grotjohann, 2008]. B oTauume OT QOTOCHCTEM paCTCHUH,
nuaHobakTepranbHbll  komiuieke @C1 npencraBieH B Buae TpuMepoB. Jlis
tpuMepuzaiun @C1 HeoOxoauma cyobenuamna Psal.

@DOTOCHHTETUYECKUN amnmapar KIETOK JIETKO HM3MEHSAETCS B OTBET Ha
U3MEHSIOIIMECS YCIOBHS OKpYXaloleld cpeibl U CTpecc. YCIOBUS OCBELIEHUS
SBIISIIOTCA HanOoJee BaXXHBIM MOKAa3aTeIeM M3MEHSIOIIEHCS OKPYKAIOIIenH Cpebl.
VY (hoTOoCHHTE3UPYIOIIMX OPraHU3MOB B MPOLIECCE IBOJIOLUU PA3BUIIOCH OOJIBIIOE
YHUCIIO CMOCOOOB aJanTali K HM3MEHSIIOMIMMCS YCIOBUSAM. AKKIMMaTH3alus K
OTpEIENCHHBIM YCIOBUSIM OOECHEUYMBACTCA CIIOKHOM PEryJsTOpPHON CEThIO,
KOTOpasi UHTErPUPYET MHOTO Pa3MYHBIX CUTHAIOB. B 3aBHCHMMOCTU OT yCIIOBUM
BBIpAIIUBAHUS y ITUAHOOAKTEPHUI N3MEHSIETCSI TUTMEHTHBIA COCTaB, CIIEKTPAIbHbBIE

XapaKTEPUCTUKU CBeTocoOupatouieii aHnTeHHsl U cooTHomieHnne PCl k DPC2
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[Mullineaux, 1992; Liu et al., 2013]. IToka3aHa KOppeysus MEXIY MPoQrIeM
IKCIPECCHH TCHOB M aKKJIMMATHU3alUeH KIETOK K BO3JCHCTBUIO CHIBHOTO CBETa
[Muramatsu and Hihara, 2012]. Hanpumep, skcnpeccus reHoB cyobeauaun OC1
(psa), reHOB, KOIUPYIOMUX CYOBEIUHUIBI (PrKoOMIHcOM (CPC M apC), W IeHOB
¢depmenToB OMocuHTe3a TurMeHToB (hem u chl) penpeccupyeTcst s yMEHBIICHUS
cBeTocoOmparolieit cnocooHocTu kietok [Muramatsu and Hihara, 2012; Vermaas,
1996]. IlpeamomaraioT, YTO MHAYKIUS Te€HA, KOJIUPYIOLIETO OpPAHXKEBBIM
KapoTuHOU-CBs3bIBatomni 0enok (OCP), mpUBOAWT K BKJIIOYECHUIO 3aI[UTHOTO
MexaHu3Ma GOTOCHUCTEM OT U30bITOUHOTO cBeTa. [lokazano, uro OCP y4acTByeT B
doTonpoTekuun (POTOCUHTETUUECKOrO ammaparta Ha YypOBHE (PUKHUOMIMCOM
[Kirilovsky and Kerfeld, 2013]. IluanoOaktepuu coaepkKaT  TaKxkKe
HU3KOMOJIeKyssipaeie  HIi Oenkm, cxomueie ¢ Oenkamm  ceMeHCTBa
CBETOCOOMparonMx OEIKOB M Wrparoiye  (QOTONPOTEKTOPHYIO pOib Y
nmanooaktepwuii [Dolganov et al., 2001; Staleva et al., 2015].

1.7.2. Hli 6e1xkn muanodaxkTepwmii

[{nanoOakTepuy JUIICHBI CBETOCOOMPAIONINX KOMIUIEKCOB — BBICIIMX
pacTeHMii, OJTHAKO MX TEHOMBI COAEPIKAT CEMEWCTBO I€HOB, KOAUPYIOIINX OCJIKH,
CXOJIHBIC C MEPBOM MJIM TPEeThed TpaHcMeMOpaHHbIMHU criupaisimu Lhc. Tlepsorid
uaHoOaKkTepuanbHblii reH it Takoro  Cab-momoOnHoro  Oemka — ObuI
unaeHtudumupoBan B Synechococcus PCC 7942 nBa pecatwneTsl Hasal, U B
COOTBETCTBHHM C €T0 CHJIBHOW WHIYKIIMCH NMPU WHTCHCUBHOM OCBCIICHUU OBLT
Ha3saH high-light-inducible protein - Hlip (unmynmpyemsbiii CBETOM BBICOKOM
uaTeHcuBHOCTH Oenok) [Dolganov et al., 1995]. BrnocneactBuu moiHblid HabOp
renoB hli Obu1 HMaCHTH(UIMPOBAH B TMOJHOCTBIO paciu(pOBaHHOM TE€HOME
nmanoo6aktepun Synechocystis PCC 6803 [Kaneko et al., 1996; Funk and Vermaas,
1999]. Otu rensl KoaupyroT 4dethipe HeOosbimx HIi Oenka, HazBanubix HIIA-
HIiD. Oonapyxen takxe HIi-nomen, naxomsmuiics na C-koniie Qepmenra
deppoxenarassl [He et al., 2001; Kufryk et al., 2008]. M3-3a cxoacTtBa ¢
TpaHCMEMOpaHHBIMH cripaisiMu  OenkoB cemeiictBa Cab Oenkum HIi taxoke

Ha3bIBAOT HU3KOMOJIEKY sipHbIMU Cab-nogooueiMu 6enkamu (SCPs — Small Cab-
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like proteins). T'enst hli ObIIM BBISBICHBI Y BCEX IMAHOOAKTEPHUATLHBIX BHIIOB C
MOJIHOCTBIO CEKBUHUPOBAHHBIMU TOCIIENOBATENIBHOCTAMH T'eHoMa [Jansson et al.,
2000; Muramatsu and Hihara, 2012]. Komuuectso Tr1enoB hli B
IMMaHOOAKTEPHAIBHBIX ~ T€HOMAaxX BapbUPYETCs, HO JaXe IPUMUTHBHBIC
uanobakrepun Gloeobacter violaceus, He uMeroIre THIAKOUIOB, 00J1a1a0T, 10
KpaifHel Mepe, MAThI0 TeHaMU, Koaupyronmmu romosioru HIip.

HIi Genkam MpUNKMCHIBaIOT MHOTOYMCIICHHBIC (DYHKIIMH, HAYWHAS OT POJIA B
perynupoBaHuu 6uocuHTesa xyuopoduiia [Xu et al., 2002; Vavilin and Vermaas,
2002; Hernandez-Prieto et al., 2011; Kilian et al., 2008; Muramatsu and Hihara,
2012] mo TpaH3UTHOTO CBS3BIBAHUS XJopodwiia u KaporuHouaoB [Xu et al.,
2004]. Ilpeamonararor, uro HIli OGenku y4acTBYIOT B yTHIM3AIUMKM XJIOPOQHILIA
[Vavilin et al., 2007], nedoroxumudeckom TymeHun dHepruu [Havaux et al.,
2003; Jansson et al., 2000] u ymanenue cuurierHoro kuciopoga [Sinha et al.,
2012]. o HemaBHEro BpPEMEHHM IPAMBIX JOKA3aTEJIbCTB O CYIIECTBOBAaHUU
cesa3piBanus HIipS ¢ murmeHTamm He OBLIO, HO B TOCICAHHE TOIBI IMOSBUIIHCH
COOOIICHNsT O CBsA3bIBaHMHM XJopodumia u kaporuHounaoB ¢ HIips u o
crexuoMeTpuu ux cBs3biBanus [Knoppova et al., 2014; Staleva et al., 2015].
OOHapyxeHo, uro Oenku Hlip yuacTByroT B mporecce OuoreHesa Xjiopoduii-
cBa3piBarOIMX OenkoB [Xu et al., 2002, 2004; Chidgey et al., 2014].
[Mpennonarator, uro HIli Oenxu ydactByror B crabmimusaiuu TpumepoB ®CI1 B
yCIOBUSIX MHTeHcHBHOTro ocemenust [Wang et al., 2008]. Omnpenenennoe
(yHKUHOHAJIBHOE 3HAYEHHE MOXKET HMMETh Takxke B3aumojeictsue HIli Oenkos
(HIiA u HIliB) ¢ 6enxom Slr1128, ¢hynkiuu kotoporo HemsBectHsl [Wang et al.,
2008].

I'ens;, xomupyromme HIA — HIID, wunaynupyroTrces pa3idyHbIMU
CTPECCOBBIMU yCIIOBUSIMH, BKJIFOUasi CBET BBICOKOW HWHTEHCHUBHOCTH, HHU3KYIO
TeMIepaTypy M rojojganue mo uctounukam N- u S-muranus [He et al., 2001;
Mikami et al., 2002]. Tor dakr, 4T0 OCIKM HMHIYLHPYIOTCS HE TOJIBKO
WHTEHCHUBHBIM CBETOM, HO W JIPYTMMH BUJAMHU CTpecca, 3aTPYAHSET BBISICHEHUE

GyHKUMNA 3TUX OETKOB.
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[ToxazaHo, 9TO MyTaHTHI ITMAHOOAKTEPU C WHAKTHBUPOBAHHBIMH TECHAMHU
hliA — hliD uyBcTBUTENBHBI K CBETY BBICOKOH MHTEHCHBHOCTH, OTIMYAIOTCS IO
NUTMEHTAIlMU OT KIJIETOK JUKOTO THIA W HE CIOCOOHBI K HE(POTOXUMHUYECKOU
auccunanyu abcopOupoBaHHO# cBeToBoM 3Hepruu [Havaux et al., 2003].

Oco0n1ii uaTEpec npencrapisatoT aBa Oenka HIIA u HliB, tak kak umeHHO
OHH SIBJIIIOTCS KpUTHYHBIMU JUTS BBDKMBaHUS KieTok Synechocystis sp. PCC 6803
B YCJIOBHSX cBeToBoro crpecca [Wang et al., 2008]. O6uapy»xkeno, ato hliA u hliB
(byHKIMOHATBEHO KoMIieMeHTapHbI [ XU et al., 2004]. DTu reHbl UMEIOT BBICOKYIO
CTCIICHb HWIACHTHYHOCTH TocienoBarenbHocTH (87,1%) [He et al., 2001], gro
yKa3bIBae€T CKOpPEEe Ha CPABHUTEIILHO HEIABHIOK TYIUIMKAIMIO dTOro reHa [Bhaya
et al., 2002], yem Ha xecTkHe TpeOOBAaHUS COXPAHCHHS IMEPBHYHOU CTPYKTYPHI
[Kufryk et al., 2008].

Okcnpeccust reHoB hlIA u hliB u BbIcOKas CTelmeHb CXOJICTBA MX
MOCJIEIOBATEILHOCTEH MPEIoaraeT, YT0 OHU UTPAIOT CXOJHYIO POJIb B KIIETKE,
oOHapy>kuBas TecHyto koperyssuio [ Kufryk et al., 2008].

[Tony4yeHsl pasHOpPEUYHUBBIE JAHHBIC O JOKAIM3AIUU ITUX BaXKHBIX OCIKOB B
XJIOpOPHILT-OETKOBBIX KOMITJIEKCAX THUJIAKOMAHBIX MeMOpaH. Tak mokaszaHo, 4To
HIiA u HIiB 6enku cBsazansi ¢ 6enxkom CP47 ®C2 u He cBA3BIBAIOTCS C TPUMEpaMu
u moHomepamu DCI1 [Hernandez-Prieto et al., 2011]. C npyroii CTOpPOHBI,
oOHapyxeHo, uro HIIA u HIiB acconuupoBansl ¢ Ttpumepamu OCI, HO He C
MoHoMmepamu PC1 u HeoOxoauMmbl it ctabmmmsanuu TpumepoB @C1 [Wang et
al., 2008]. Jnst myumero monmmanus ynkiuit HIIA/HIIB nHeoOxomumo 3HaThH ¢
KaKUMHU  XJIOPO(DHIII-0€TKOBBIMA  KOMITJICKCAMHM  THJIAKOMTHOW MEMOpaHbl OHU
B3aUMOJEUCTBYIOT.

1.7.3. T'enn hli u peryasiuust ux 3xcnpeccuu

Kax yxe oTmedanoch BbIlIE, B IMAHOOAKTEPUAX IIUPOKO PACIPOCTPAHEHBI
reusl  hli  (cm. Cyanobase) [http://www.cyanobase.org]. beur  npoBeacH
CpaBHHUTEIbHBIN aHanmu3 cemeiicTBa hli Ha ceMu BHmax nuaHoOaKTepuid, BKIIIOYAs
YEeThIpE BUJA MOPCKUX ITMAHOOAKTEPHH, aJaNTHPOBAHHBIX K BBICOKOW, CpenHen

WA HU3KOU OCBCIICHHOCTHU, M TPEX HITaMMax IIPECHOBOIHBIX HHaHO6aKT€pHﬁ.
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OTMedeHo, 4YTO BBIpAlllMBaHWE Ha CHUJIHLHOM CBETY MOPCKOH ITMaHOOAKTEpUHU
Prochlorococcus MED4, obnanaromiuii HAMMEHBIIUM T€HOMOM, COJIEPXKHUT B JBA
pasa Oonbmie renoB hli (> 20), yem m000# M3 OCTAIBHBIX MIECTH H3YYCHHBIX
BunoB. [lpenmosararor, 4To HEKOTOPBHIE W3 HHX, BO3MOYKHO, BO3HUKIHU IPH
HEJaBHMX Iymuidkanusx reHoB [Bhaya et al., 2002]. Kpome Toro, kaacTepHbIii
aHaM3 TI0Ka3al CHelM(UYHOCTh HEKOTOphiXx TeHoB hli  Mopckux wmm
IIPECHOBOJIHBIX BHJIOB, U B COOTBETCTBHHM C 3THM, hll TeHBI TPECHOBOIHBIX
OJTHOKJICTOYHBIX 0OJiee TECHO CBsA3aHbl C TeHaMu hli MPEeCHOBOJHBIX HHUTYATHIX
BUJIOB, 4eM ¢ reHamu hli oTHOKIIeTOYHBIX MOpCKuX mTaMMoB [Bhaya et al., 2002].

[Tokazano, uto 3kcnpeccus rena hli perynmupyercs cembio BugamMu crpecca.
JlodraHoB ¥ Jp. TOKa3ald, 4YTO YBEJIMUEHHE H3Kcmpeccun reHa hli mpsmo
MIPOTIOPITMOHAIEHO WHTEHCUBHOCTH OE€JI0T0 CBETa W OOPAaTHO MPOMOPIHOHATHHO
ero anuHe BojHbI [Dolganov et al., 1995], npuuem camas cuiabHas WHIYKIIHS,
oOHapyxeHa ToJ JeiicTBueM ynbTpaduoneroBoro cera [Funk and Vermaas,
1999]. Io3zxke, Ob110 0OHApYKEHO TOBBIIeHUE YpoBHS HIi OenKkoB mpu pa3myHbIX
CTPECCOBBIX YCJIOBHSX, BKJIIOYAs CHJIBHBIM CBET, HEJIOCTATOK a30Ta WJIA CEPHl U
HU3kyro Temmeparypy [He et al., 2001]. Hu3kass MHTEHCHMBHOCTH CHHETO WIIH
yinsTpaduoneToBoro ceera [Salem and van Waasbergen, 2004] u aenerust ®C1
[Funk and Vermaas, 1999] unnyuupytrot sxcnpeccuto renos hli y Synechocystis. V
Mopckux BuoB Prochlorococcus skcmpeccus renoB hli Taxxke pearmpyer Ha
nedunut azota [Tolonen et al., 2006] wnu Bupycuyto undekmuto [Lindell et al.,
2007].

JlanpHermmii ananu3 skcrnpeccuu reqos hli B Synechocystis mokasan, uto
OHHU HAXOJATCS MO KOHTPOJIeM ceHcopHo# ructuauukuHassl Hik33 [Suzuki et al.,
2001; Mikami et al., 2002]. Opronorum 3TOH KHHA3bl, BEPOSATHEEC BCETO,
peryaupyroT skcnpeccuio hli u B npyrux Bumax iuanodakrepuii. IHTEpecHo, uTO
ructuauakrHaza Hik33 taxke nmeer BaKHOE 3HAYCHHE JIJIsl CHHTE3a B YCIOBUSIX
BBICOKOW CBETOBOM MHAYKIIUU JOTOJHUTEIBHBIX KoK cyobeauuuiibl D1 ®C2 u
nporea3 FtsH2 (SIr0228) u FtsH3 (SIr1604). Bce st Oenku HEOOXOAMMEBI IS

nognepxanuss aktuBHoctu @DC2 Ha cwibHOM cBeTy. Ha ocHOBaHuM 3THX
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pe3ynbTaToB mpenoiaratot, uro Gyaknun HIips cszanbl ¢ @C2. DTOT BaKHBIN
MEMOpaHHBIA KOMIUIEKC YYBCTBUTEICH K CBETOMHAYIIMPOBAHHOM TIOTEpE
(bOTOXMMHYECKOI aKTUBHOCTH, 00ycIIoBIIeHO# noBpekaennemM D1 Genka [Nixon et
al., 2010]. I[Moteps akTuBHOCTH PC2 MOKET OBITH BOCCTAHOBJICHA C ITOMOIIBIO TaK
Ha3bIBAEMOTO penapanuoHHoro 1ukia ®C2, KOTOPhI COCTOUT M3 HECKOJBKHX
sranioB [Komenda et al.,, 2012]. Ouu BKkIOYaAlOT B ce0sf MOHOMEPH3ALHUIO U
JacTU4HYl0 pa3zbopky @DC2, nerpamanmio moBpexaeHHoro Oenka DI,
KaTaJu3upyeMyro rereporekcamepom mporeas FtsH2 u FtsH3 [Boehm et al., 2012]
U €ro 3aMeHy BHOBb CMHTE3MPOBAaHHOW KomueH, u cOOpKy u peaktuBauuio OC2.
MHorue IMaHOOAKTEPHH COJACP)KAT JOIMOJHHUTCIBHBIC KONMUU TeHa PSbhA,
koaupytomiero 6emok D1 u, momoOHO skcmpeccun reHoB hli, skcmpeccus 3Tux
pSbA-kommii  TakKe HWHAYIUPYETCS CHJIBHBIM CBETOM TOJ  KOHTPOJIEM
ructuauakuHasel  Hik33 [van Waasbergen et al., 2002]. YV wyranrta, He
cozepxamiero ructuanHkuHazy Hik33, HapyiieHa SKCHpPECCHss MHOTHX T'€HOB,
BKItouas rensl, kogupyromme HIips [Tu et al., 2004]. [Toka3aHo, 94TO 3TOT MyTaHT
COZCPKUT BBICOKUH YpOBEHb TpaHCKpuUnTOoB TeHOB hli B ycrmoBusx HH3KOM
OCBEIICHHOCTH, a HAa CHJIBHOM CBETYy OTOT YPOBEHb YBEIWYHUBACTCS TOJBKO
He3HaunTensHo [Tu et al., 2004].

1.7.4. Accounanus Hli 6eaxos ¢ ®C2

Bce mccnenoBanus, kacaromruecs Jiokaausaiuu HIIpS ObLiu mpoBeneHbI B
ocHoBHOM Ha mmrtamme Synechocystis PCC 6803. Belio moka3aHoO 3HAYMTEIILHOE
Hakorieaue HIips y myranTos, nedpunuraeix mo ®C1 [Funk and Vermaas, 1999].
Ha sTtom ocHOBanuu aBTOpHI npeanonarand, yto HIli O0enku He csazanbl ¢ OCI.
[lepBbic mombITKM  BbyAeauTh HIIPS ©  H3yuuTh WX JIOKAIM3alMI0 B
(OTOCHHTETHYECKOM  ammapare ObUIM  BBIMOJHEHBI C  HMCHOJb30BaHHUEM
PEKOMOMHAHTHBIX IITAMMOB, dKkcrpeccupyromnux Hli 0enku, caureie ¢ His-meTkoit
na C-xomnre [He, Dolganova et al. 2001]. DTot moaxox mokasain, uro asa HIi 6emnka
(HHA wu HIiB) Synechocystis, koTopble OTJIMYAOTCA TOJIBKO IO CEMH
AMUHOKHCIIOTHBIM OCTaTKaM, ObICTPO MHIYIIMPYIOTCS CBETOM M UMEIOT CXOHYIO

KHHCTUKY IIOSABJICHUSA W HCUC3HOBCHM:. 910 IMPHUBCJIIO K MPCAINMOJIOXKCHHUIO, 4YTO
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HIIA u HIIB Oenku Moryr OBITh M30BITOYHBIMH KOIHUSMH C OJUHAKOBBIMH
¢ysakmusamu. [lokazano, uro Oemok HIIC Takke mHAyNUpyeTcs OdYeHb OBICTPO
10CJIC BO3JICHCTBUS Ha KJIETKM CHJIBHOTO cBeTa, a muaykius HIID mpoucxoaut
oosiee MeaseHHo. [locie nepexona KIETOK OT BHICOKOM K HU3KOW MHTEHCUBHOCTH
ceeta 1 HIIC u HIID coxpansinch B kieTkax HamHoro posbiie, yem HIIA u HIIB
[He, Dolganova et al. 2001]. CosmmoOunau3aiusi KJIETOYHBIX MEMOpaH u
nocneayromee (paknuonupoBanue HIip-cBA3aHHBIX KOMIIJICKCOB C ITOMOIIBIO
refab-GuiIbTpaMy  mokazanu nupucyrcrBue mnonmnentugoB HIA u HIIB Bo
¢pakmuu 100 k/la, Torna kak mommnentuasl HIIC n HIID oGHapyxuBaimcey BO
dpaxmuu 50 k/la [He, Dolganova et al. 2001]. Dt naHHBIE CBHIETEIBCTBYIOT O
toM, uto HIIpS QyHKIMOHMPYIOT B BHIE€ KOMILIEKCOB, U YTO Moao0HbIe mapsl HIip
MOTYT OBITh CBSI3aHBI IPYT C APYTOM.

[lepBoe KOMIUIEKCHOE HcciemoBanue okamm3anuu Oeiaxo HIA u HIIB
obuto BhIOJAHEHO B 2006 romy [Promnares et al., 2006], B xoTopoMm ObLIO
nokazano, uro u HIIA u HIiB accommmpoBansr ¢ ®C2. Ilokazano, 4To caiit
cea3piBannss  HIIA/HIIB  naxomurcss Ha antenne CP47 u  pacmonoxeHn B
HETIOCPEACTBEHHOM OMM30CTH OT HEOOJBIIOr0 TPAaHCMEMOPAHHOTO MOJIMIIEIITH/IA
PsbH ®C2. ITocaenyroiiee uccieaqoBanne paciupuio 3HaHus o okaau3auu Hli
OeJIKOB W MoKa3ano TecHyro B3aumMocBs3b Mexxay HIIB u HIIC u ux csa3biBanue ¢
®C2 [Yao et al., 2007]. O6HapyxeHo, uTo it cBszbiBanus HIIB ¢ CP47 ne
tpebyercs 6emok HIIC.

B otmuume ot agpyrux HIlips, HIID He Obu1 oOHapyXeH B KakKOM-JIHOO
komiuiekce @C2, Brirouast naTepMenuanTsl coopku ®C2 6e3 CP43 (RC47) [Yao
et al., 2007; Diner et al., 2001]. Tem He menee, Haguuue HIIC B ®C2 u
ceepxakcnpeccus HIID B mramme ¢ runepakcnpeccueit HIIC [Kufryk et al., 2008]
Ha caMoM JieJie CBHICTENbCTBYET 0 cBsizu Mexay HIID u ®C2. [Ins Toro, 4ToObI
NOHATH 3Ty CBSI3b HEOOXOJUMO paccMoTpeTh dtambl OuoreHesa @®C2. B
COOTBETCTBHM C JCUCTBYOIIEH MoJenblo, koMmiiekc MC2 cobpaH U3 YeThIpex
OTHOCHTEIIbHO CaMOCTOSITEJILHBIX OENKOB. BBICOKOMOJCKYISIpHBIE XJIOPODHILI-

cs3biBaronue cyobeauauisl ®C2 (D1, D2, CP43 u CP47) conepxaT MATMEHTHI U
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apyrue Ko(pakTOpbl, KOTOPHIE CBS3aHBI C MPWIECTAIOIUMHA  HEOOJbITUMU
cyorequauiamMu. benku cobuparorcs mostamao B mopsake D1 + D2 + CP47 +
CP43 [Komenda et al., 2012]. MyranTsl, mumieHHbie anTeHHbl CP47 HakarinBaoT
nea RCIl cyb-kommutekca, cocrosmmx m3 D1, D2 u dakropa coopku Ycf48
[Komenda et al., 2008]. HegaBHO ObLT OIMcaH M OXapaKTepU30BaH OOJBIIMI U3
ATUX JIBYX KOMIUIEKCOB, Ha3BaHHBI RCII*, KOTOpBIN COMep>KUT AOMOTHUTEIBbHBIN
daxrop coopku Ycf39 (SIr0399) u npouno ceszeiBaeT HIID u HIIC [Knoppova et
al., 2014]. Hcnoaws3oBanue MyTaHta Oe3 D2 cmocoOCTBOBaio AalibHEHIIEMY
BhISICHeHHIO Toro, 9yTo Y Cf39 u HIlips Taxke csaspiBator cBoboaubIid D1. B memom,
Bce Hlips Synechocystis (HIiA-D), kak 6su10 mipogemoncTpupoBado [Knoppova et
al., 2014], accormuupoBanbl ¢ KoMmiuiekcamu DPC2, mubOO C IMOJHBIM KOPOBBIM
KOMIUIEKCOM, ¢ coOpaHHBIM mpoMexyTounbiM RC47, yxe comepxkammm CP47
(HIIA/HIiB) nub6o ¢ Gojice paHHUMH MPOMEKYTOYHBIMU KoMIiutekcamu jgo CP47
(HIiC/HIID).

1.7.5. ®oro3amutHas poab Hli 6e1xoB npu 6uoreneze ®C2

BepositHo, HIips He urparoT cymiecTBeHHOW poJid B MAHOOAKTEPHUSX, TaK
kak MyTaHTbl Synechocystis 6e3 Bcex Hlips [He, Dolganov et al., 2001], Bxirouas
C-xonneBoit momen HIli  deppoxemarazer [Xu et al, 2002], sBusworcs
KU3HECTIOCOOHBIMHU. TeM He MeHee, Takhe MYTaHThl OYeHb UYYBCTBUTEIBHBI K
CHJILHOMY CBETY HMJIM OKHCIHMTEIbHOMY crpeccy [Sinha et al., 2012; He et al.,
2001], aT0 yKa3pIBaeT Ha TO, YTO ATHU OCJIKH WUTPaAIOT BAXXHYIO POJb B IIpOIECCe
aKKJIMMATH3aIlN K CTPECCOBBIM YCIIOBHSIM.

[Tpenmomnaratot, uro HIips cBsa3piBaroT Xmopoduina u kapoTuHOUasl [ XU et
al., 2004], B moamep>KKy 3TOr0 MPEAOI0KEHHUS CBUACTEIbCTBYET PEKOHCTPYKIIHS
cea3piBanus murmenta ¢ HIips Synechocystis B ombitax in vitro [Storm et al.,
2008]. B mepByro odepenb O A0Ka3aTeabCTBax CBs3bIBaHWsA murmeHtra ¢ HIips
CBHJICTCIILCTBYET XapaKTepUCTHKA H30JHMpoBaHHOro komiuiekca YCFf39-Hlip.
Kommieke Ycf39-Hlip conmepxut xmopodmin u P-KapoTWH B COOTHOIIEHUH 3:1
[Staleva et al., 2015], koTopoe TakXke COOTBETCTBYET CBSI3bIBAHHIO IMHUI'MEHTA,

Ha0JII01aeMOMY B JIByX TOMOJIOTUYHBIX TpaHcMeMmOpanHbix crmpaisix | u 111 Lhe
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oenxoB pacrenuit [Liu et al., 2004]. Tak xak Ycf39 He comepUT MUTMEHTHI
[Knoppova et al., 2014, Staleva et al., 2015], To 04eBHIHO, YTO BCE MOJICKYJIBI
xmopoduia u B-kaporuna cBs3adel ¢ HIips. B Lhc, ase u3 derbipex mosekyi
xjopoduiia @, CBA3aHHBIE C KOHCepBaTWMBHBIM MoTHBOM EXXH/NxXR,
KOOPAMHHUPYIOTCS MOHHBIMH IapaMmM riryTamar-aprununa [Liu et al., 2004], ms
JOCTI)KCHUST Takoi KoHburyparmuu, HIIPS momkHb choOpMHUpPOBATH OJUTOMED.
bbuta mpemioskeHa THroTeTHUeckas mozens aumepa HIip, comepikamero mrectsb
MoJieKyn xjopodpmmia u 2 P-xaporuna [Staleva et al., 2015]. dumep Hlip
npencrapnser mapy HIIA/HIIB 6enkos. TlpeamnonararoT, 4To Takue Kpocc-(hopMer

u3 aByx cnupaineit Hlip xapakrepnsl as Becero cemeiicta HIip.
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Puc. 1.2. CrpykrypHast mozaenp aumepa HIID, cBszannoro ¢ Chl-a u
KapoTHHOUJaMHU. MoJiellb paccurTaHa Ha OCHOBAaHUHM KPUCTATTMYECKOI
ctpyktypbl LHCII 18 ropoxa. [yis monekyn Chl-a mpuBeneHbl TOIBKO
nopupruHoBbIe KoJbia [Staleva et al., 2015].
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Kommexe Ycf39-Hlip, xak 6110 mokaszano, 3G (peKTUuBHO TYIIUT SHEPTHIO,
MOTJIONIAEMYIO XJIOPO(MUIIIOM, U XapaKTEPUCTHKA 3TOT0 TYIICHHS C MOMOIIBIO
dbemMToceKyHIHONW aOCOPOIMOHHON CHEKTPOCKOMUU CBUACTEIBCTBYET O MPSMOM
nepegavye YHEPTruu OT BO30YKIEHHOTO COCTOSIHUS XJIOPO(PHILIa B SHEPTETHIECKOE
coctossuue S1 cBszanHOro P-kaporuHa [Staleva et al., 2015]. OnucanHbrii
MeXaHU3M 00bscHSET jaBe Bo3MoxHble (yHkiuu HIips. Komriiekc cBs3biBact
XJIOpO(UIIT U, CIAENOBATEIbHO, MOXKET BBICTYINATh B KA4E€CTBE IMPEAINOIaracMoro
cOopIKa OCBOOOXKICHHOTO XJI0poduiIa, KOTOPhIM HMHaue ObLI OBl JIETadbHBIM
JUIS KIETOK Wu3-3a ero (OTOAMHAMHYECKON aKTHMBHOCTH, W TPEJOTBpAIIacT
oOpa3oBaHme cuHIIIeETHOro kuciopoxa [Sinha et al.,, 2012]. Eciu xmopodwu,
cBs3aHHbIi ¢ Hlips, BO30yxeH, To sHeprust 3pPeKTUBHO TacUTCs, PeIoTBpaIasi
oOpa3oBaHHe CHUHIJICTHOrO Kuciopoaa. Acconumarus YCf39-HIip raxke cHrkaer
duryopecuenimio xiaopoduiia npomexxyrodroro komriekca RCI* [Knoppova et
al., 2014]. Dro o3nayaer, uto P-kapoTuH, coxepxkammi HIi Oenku, Takke racur
SHEPrHI0, TMOTJIOMICHHYIO XJIOPO(UIUIOM, CBA3aHHBIM C 3THM KOMIUIEKcoM. Panee
npeznonoxenue o ponu HIIpS B HehOTOXUMHUUECKOM TYIICHUH SHEPTHH B KJIETKAX
SynechocystisS OO BBICKa3aHO Ha OCHOBAaHWUM XapaKTEPUCTUKA MYTaHTA,
nedunutHOro 1o vethipem renam hli [Havaux et al., 2003]. DkcnepuMeHTaIbHBIC
JIAaHHBIC CBUCTEIBCTBYIOT O ToM, uTo Oenok D1 cBszan ¢ Ycf39-Hlip [Knoppova
et al, 2014]. Bo3moxno, uTO [-kapotuH, cBs3anHbli ¢ HIips, aubo
HETMOCPEJICTBEHHO B3anMMOJICUCTBYeT ¢ xyopoduiiamu 6enka D1, nubo sHeprus
CHauayia rnepenaercs K xjopodumry, cBszanHomy ¢ HIlips, u 3arem racurcsa. B
komiuiekce D1-D2 RCIl xmopoduiabsl mepBUYHOTO AOHOPAa WMEIOT MaKCHMYyM
norJiomeHus, oym3kuii Kk 680 HM, co3ganue IpsAMol nepenadn dHeprun oT P680 k
xnopodmutam B HIips (mornomenue npu 674 um) masioBepositao [Knoppova et al.,
2014]. Kpome toro, pacmonoxxerue P680 Baytpu kommiekca RCI* He mo3Bosut
nepeaaTh SHEPruio B oTAaacHHbIe murMeHThl HIi GenkoB. B mpoTHBOMONIOKHOCTD
TOMYy, niepudeprudeckuii xaopodumt cs3ad ¢ His118 uz D1 u umeeT Makcumym
norormeHust okosto 671 um [Diner and Rappaport, 2002], oH SBIsSETCS XOPOIIMM

KaHIUJIaTOM Ha B3aumojerctBue xjopodumia ¢ nmurmenramu Hlip. CoBmecTHOE
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Beienienne komruiekca YCf39-Hlip ¢ D1 B orcyrctBre D2 Taxke moka3siBaeT, 4To
D1 cesseiBaeT xyopodwiul eme 10 ero mpucoeauHeHus kK D2, u cBs3pIBaHUE C
Hlips oOecreunBaeT anamorumunyio 3ammry D1 mpu cOopke kommiekca RCII*
[Diner and Rappaport, 2002].

B xone coopku @C2, crenyrommm maroM mnociie GopMUPOBaHUS KOMITIICKCA
RCIl u3 D1 u D2 sBnsgercs npukperienne CP47. B oGpa3zoBaBiiieMcsi KOMILIEKCE
RC47 wommnexkc Ycf39-Hlip cymectByer kparkoBpemenHo, HO CP47 moxer
tenepp cBsa3ate HIA, HIIB u HIC wu, coorBerctBenno, st HIips Obuiu
oOHapyXeHbl B H30JupoBaHHOM Komiuiekce RC47 [Boehm et al., 2012]. Takum
0o0pa3oM, BIIOJIHE BEPOSITHO, YTO 3aIMTHAS (PYHKIMS 3aKJIFOYaeTCAd B TOM, YTO
nmociue cBsa3pBanust HIIC u HIID ¢ D1 B xommiekce RCIIl, mossasercs
Bo3MoxxHOCTh cBsa3biBanusa HIIA, HIIB u HIIC ¢ CP47. Ha ocHoBaHuu aeTtanpHOM
CTpyKTyphI kKoMiiekca @C2 nuanoOakTepuil (BKIIFOYAss TOYHOE MECTOIIOIOKCHHE
MoJieKya xsopoduiuia a u B-kaporuna) [Ferreira et al., 2004; Guskov et al., 2009;
Umena, 2011] n ucnons3yss MOjAeb JIOKaIu3auu nmurMeHTa B nape HIlip, Obiia
peaIoKeHa THIoTeTHYecKas Moaeiab komiuiekca CP47-HIIA/HIIB [Staleva et al.,
2015].

ABTOpBI TIpeAmoNararoT, 4to Xjaopodwin w/uau P-xkapotuH u HIi Oenku
B3aMMOJICUCTBYIOT C SKCHOHHUPOBaHHBIMHU XJjopodumuiamu CP47, Hampumep, ¢
xyopopumiom 620. BaxHO OTMETHTH, 4YTO XJopodwisl B aHTeHHe CP47
GbopMUPYIOT JBa CJIOS, OAWH OJM30K K CTPOMAJbHOHW W BTOpPOH OJIM30K K
JIOMHUHAJIBHOM cTOpOHE MeMOpaHbl. Xiopohuiun 620 u aApyrue 3KCIOHUPOBAHHbIE
XJIOpO(GUIUTBI PACIIONOKCHBI B OCHOBHOM Ha JIIOMHHAJIBLHOW CTOPOHE MEMOpaHBHI,
YTO  CIOCOOCTBYET OS()PEKTUBHOMY  TYIIEHUIO OSHEPIUU  JIFOMHUHAJIBHOTO
nurmeHTHoro cjios ®C2. B To Bpems kak cTpoMajibHass CTOPOHA MOXET OBITh
MOTYIICHA W3TyYaIouM KPAacHYIO (JIyOPECICHITNIO XJIOPO(MHUILIOM, CBSI3aHHBIM C
His114 6enka CP47 u cTaOMIN3UpOBaHHBIM BOAOPOAHBIME CBsi3siMu ¢ Thr5 PsbH
[D'Haene et al., 2015].

Oonapyxeno, uro HIli Oenku ocraroTcst CBS3aHHBIMH C  KOPOBBIM

komruiekcoM DPC2 naxe mnocie npucoeauuenus oenka CP43. OTo yka3biBaeT Ha
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to, uro HIips, cBszanusie ¢ CP47, BO3MOXKHO, TakKe YYacTBYIOT B TYIICHUH
SHEPrUH, MOCTYMHAIOMIeH OT XJIOPO(PMIIOB, CBA3AHHBIX C JIPYTHMH XJIOPO(DHUILI-
cs3piBaroumu Oenkamu OC2 [Diner and Rappaport, 2002]. MatepecHo, 4TO HE
Bxoasmuid B komruiekec @C2 6enox CP43, mpucyTcTBYET B OOJIBIIIOM KOJUYECTBE B
kiaeTkax Synechocystis, mo-suaumomy, He cBsa3ad ¢ HIi 6eaxkamu [Komenda et al.,
2012]. C ngpyrou croponsl, CP43 moxer BpeMeHHO accouunpoBatb ¢ PClI,
KOTOpasi aeiicTByeT B kauecTBe 3¢ dekTuBHOrO Tymmrens ¢ayopecuenunn CP43
[Komenda et al., 2012]. Ha atom ocHoBannu Komenda u zp. mpeamoaraior, 4To
s 3amuTel CP43 He TpeOyetcs ero acconmarus ¢ HIli 6enmkamu. /o koHna He
sicHO, accorupoBanbl i HIli 6enkn ¢ kopoBeiM kKomruiekcom PC2 TOIBKO B
npoiiecce coopku portocuctem de Nnovo, accoruuposansl au HIi 6enxu ¢ @C2 npu
ec permapaiuu B YCIOBHSX cTpecca, W cBszanbl ju HII Oenmkm ¢ MONMHOCTBIO
coOpanHbIM KomIuiekcom @C2 nocie nepeHoca KIeTOK Ha CUIIbHBIN CBET.
JlokazarenbcTBa cBsi3u xyopodumuia u P-kaporuHa ¢ HIC u HIID B
Synechocystis, a Takxke cHOCOOHOCTH BBIMOJHATh HE(POTOXUMHUECKOE TYIICHHUE
SHEPIUH, MOTJIOIIaeMON XJI0pOGUIIIOM, yKa3biBaeT Ha GpyHkuuto HIips: BpemeHHO
CBSI3BIBATH XJIOPO(PMIII, OCBOOOXKIEHHBIM U3 APYTUX XJIOPO(HIII-CBA3BIBAIOLINX
oenkoB. TeM He MeHee, MpsiMble U yOeaUTENbHBIC JOKA3aTEIbCTBA JJIS ITOU
byHKIMKA 0 CUX TOp HE HaijeHbl. MyTaHTHBIE KJeTH, He coaepxkainue OCl u
HIips, moxBeprayThie BO3IEHCTBHIO CHIIBHOTO CBETA, IMOKA3bIBAIOT W3MCHEHUS B
crekTpax (IyopecleHIMN XJIopoduiuia, KOTOpPble MOTYT OBITh OTHECEHBI K
BBICBOOOKIEHUIO xjopoduiia u3-3a noBpexaeHuss PC2, u 3T HU3MEHEHUs
COTMPOBOXAIOTCSI BBICOKOM CKOPOCTBHIO TEHEpAIlMM CHHIJIETHOTO KHCJIOpOJa
[Sinha et al., 2012]. B otmuune ot 3Toro, kiaerku 6e3 ®CI1, coaepxamiue HIips
BBIJICTISIIOT TOpPAa3/l0 MEHBIIE CHHIJICTHOTO KHCJIOpOAa Ha CHJIBHOM CBETY, U
dbayopecteHIus xjaopodhuiuia He MOKA3bIBAET HATMYNE CBOOOIHBIX XJIOPO(PHILIOB,
duyopecuupyronmx mpu Oosee KopoTkux BoaHax [Sinha et al.,, 2012]. Dtu
JNaHHBIE  MOATBEepXAaroT  crmocoOHocts  HIipS  cBs3wsiBaTh  Xmopoduii,
ocBoOOkAeHHbIN U3 PC2, HO U3 HUX HE CIEAYyeT, YTO ATOT XJOPO(UIUT 3aTeM

IMOBTOPHO HMCIIOJIB3YCTCA AJId BHOBb CHHTE3MPOBAHHLIX XJ'IOpO(l)I/IJ'IJ'I-CBSBBIBaIOH_II/IX
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oenkoB @C2. OcTaeTcs HESICHBIM, MOTYT JIM BCe XJIopopmLibl, cBs3aHHbIe ¢ HIips,
OBITh TMOBTOPHO HCIOJB30BAHBI TIOCNE yHaleHus (UTONa M €ro MOBTOPHOTO
cesa3piBanms [Vavilin and Vermaas, 2007], win e OHH HEIMOCPEACTBEHHO MOI'YT
OBITH MOBTOPHO MCIOJb30BAHBI.

[Tomy4yeHbl WHTEpPECHBIC JaHHBIE O Hamuuuu TeHoB hli 'y BHUpYCOB,
nopaxaromux nuanodakrepun. Accomuarus HIlips ¢ xommiekcamu ®C2 u Hlip-
onocpenoBanHas (orozammra O@C2 HamboJiee BEPOSTHO CBSI3aHbl C HAJTUYHEM
renoB hli B reromax HekoTopbix Mopckux 1ranodaros [Sullivan et al., 2005]. Dtu
OakTepuodaru Taxke cojepkat PSOA m psbD rewsl, koaupyromme cyOobeIMHHUIIBI
D1 u D2 ®C2 [Millard et al., 2004], Obu1a TTOKa3aHa SKCIPECCUS ITUX TCHOB H
cuHTe3 BUpYCHBIX D1 1 D2 GenkoB B kieTkax xo3suHa nuanobakrepuii [Lindell et
al., 2005]. Bmomne BepostHO, 4to cumHTe3 ¢aroBeix D1 wm D2 0OenkoB
TIOJI/ICPYKUBACT BEDKUBAHHUE KIIETOK-X035I€B, TIOKA YaCTHUIIBI IIMaHO(para Co3peBaroT.
[Ipennonaraercs, 4ro mnpucyrcTtBue reHoB hli dara m ux mnpeamonaraemas
IKCTIPECCHs B KJIETKE-XO3MHE UMEET Ty XKe IeJb, T.€. TOINEPKKY (HOTOCHHTE3a
XO3SIMHA C TTOMOIIBIO 3aIUTHl HOBOOOPa30BaHHBIX KOMILIEKCOB ®C2 BHPYCHOTO
MPOUCXOXKICHUS, KOTOPBhIC MAIOT JHEPTHIO JUIS BBDKMBAHHS WHOUIIMPOBAHHBIX
KJIETOK JIO CO3peBaHMS YacTHIl (paroB m 0CBOOOXKICHUS WX TOCTIC JIU3HUCA KICTOK-
XO035€B.

1.7.6. Poan Hli 6ea1xoB B MeTadom3Me xJjgopoduiiia

OoHapysxeno, uro nomumo npucyrcteust HIiC B kommuiekce RCII*, HIIC u
ocobenno HIID acconuupoBanbl Takke ¢ XJIOPOGUILICHHTA30H, (EPMEHTOM,
npucoenunsromuM ¢uron k xmopodpumumay [Chidgey et al., 2014]. Komruiekce
ChiG-Hlip 6s11 BhImEneH BMecTe ¢ uHBepTason YidC, yuacTByromiei B CHHTE3E
MeMOpaHHBIX OCJIKOB, U prOocoMaMH, 4TO yKasbiBaeT Ha yuactue HIips Ha cambix
paHHUX JTamax OwWoreHesa XJOpO(UIUI-CBA3BIBAIONIMX OenkoB. Bo BpeMs 3Toro
nporiecca HIipS MoOryT 3amuTUTh KOMITIOHEHTHI MyTH OHOCHHTE3a XJIOPOQHILI-
CBA3BIBAIONIUX  OCJIKOB  OT  (POTOMOBPESIKICHHUSA,  BBI3BAHHOTO  CIIyYaliHO
00pa30BaBIIUMHKCS CBOOOIHBIMU MOJIEKYJIaMu XJIopoduilia WK UHTepMEIuaTaMu

cuHte3a xyuopopumia. O BosmoxkHor posn HIips B OmocuHTe3e xiopodusiia
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yKasbIBaeTcs B psje myosmkarnwmia [Xu et al., 2004; Vavilin and Vermaas, 2002;
Hernandez-Prieto et al.,, 2011]. IlpeamonararoT, 4YTO MEXaHW3M CHHTE3a
MEMOpaHHBIX OEJTKOB TECHO CBsI3aH C (hepMEHTaMHU OMOCHHTE3a TETPAIUPPOJIOB, U
BMECTE OHHM 00pa3yr0T KPYITHBIH KOMIUIEKC, YIaCTBYIONIUI B CHHTE3€ XJI0PO(HILI-
cBs3bIBaronux OenkoB [Sobotka, 2014].

Haubonee yOeautenbHbIC NaHHBIE O PETYISIIHM OMOCHMHTE3a XJIOpOoduiia
oenxamu HIips ObLH TosTydeHs! Ha MyTanTax Synechocystis, mumenusix @C1. D1n
IITAMMBI OYCHb YYyBCTBUTCIBHBI K cBeTy [Shen et al., 1993] u, cienoBarenbHO,
HAKOIUICHWE  ONPEICIICHHBIX  MPOMEXYTOYHBIX  IMPOJYKTOB  OMOCHHTE3a
xiopopmmia (ocooenHo mpu  orcyrctBum  HIID)  MokeT mpHBOIUTL K
(OTOMOBPEIKACHHIO 17001 JeCTa0MITH3aIIH KOHKPETHOTO dbepmenTa
OnocuHTeTHYecKoro myTtu. JledictButenbHo, y mMyTaHToB 0e3 PCl, NUIlIEHHBIX
HIID u HIC, o6HapykeHO HWHrHOMpPOBaHWE pAHHHMX CTAaUi OHOCHHTE3a
teTpanupposiioB [Xu et al., 2004]. Orcyrcteue HIID npuBOAMT K HAKOTUICHHIO
xJiopodruiaa B KiaeTkax qukoro tumna [Chidgey et al., 2014], a Takke y MyTaHTa,
nebumuraoro mo ®C1 [Xu et al.,, 2004]. YuureiBas cBs3siBanne HIID ¢
XJIOpOUUICHHTA30M, 9TH  PE3yJbTaThl  MOATBEPXKIAAIOT  KJIIOYEBYIO  POJIb
XJIOPOPUIUICHHTa3bl B TIOBTOPHOM CBS3bIBAaHMHM (PHUTONA TPU BTOPUIHOM
WCTIOJIb30BaHUU XJIOpOPHLIH IA.

Kak n OnocuHTe3, Tak ¥ BpeMs KU3HU Xjopoduinia B kierax Synechocystis
taoke 3aBucut ot Hammuus HIlips [Xu et al.,, 2004; Vavilin et al.,, 2007].
XapakTepUCTHUKA Pa3IUYHbIX MYTaHTOB, NCHUIUTHBIX MO HeckoiabkuM hli reHam,
yKa3piBaeT Ha o0coOyio BaxkHocTh HIIC B yrmimmsanmm xmopodwuiuia, yaaicHHe
3TOT0 T€HAa MPHBOIUT K OoJyiee 3HAYMTEIHLHOMY YMCHBIICHUIO BPEMCHH KU3HU
xyiopoduiia, o cpaBHeHHIO ¢ MHakTHBanuen apyrux hli renos [Xu et al., 2004;
Vavilin et al., 2007]. Poas HIIC nescha. ITokazano, uro HIiC 6emxox Bmecte ¢ HIID
OenkoM cBsi3aHHBI ¢ XJopoduuicuaTa3oi, D1 unn RCII*, HO Takke oHU CBSI3aHbBI
¢ HIiIB B RC47 [Yao et al.,, 2007]. HIIC 6enok camerii kopotkuii HIi Gemok y
Synechocystis, u ero mocieaoBaTeabHOCTh aHamoruuHa jgomeny HIlip wu3

deppoxenaraspl, UYTO MPEANOJAaraeT BO3MOXKHYIO HMX B3aMMO3aBHUCHUMOCTb.
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Kopotkmit N-konmenr HIIC mo cpaBHenuto ¢ apyrumu  HIipS  Bo3MokHO
o0ecrieuyrnBaeT JIyYIIyl0 JOCTYIMHOCTh INHUTMEHTHOTO CaiiTa CBS3BIBAHMS IS
OenkoB/mUrMeHTOB cTpoMbl. Tak, B romomumepe HIIC wiu B rerepomumepe ¢
npyrumu HIIpsS, cBs3pIBaHuEe MUTMEHTa MOKET OBITH HE MPOYHO, YTO MO3BOJISCT
OCYIIIECTBUTH JOCTABKY IMUTMEHTA K OEIKaM C BEICOKHM CPOJICTBOM.

BepositHo, uro poap HIlip B ¢orozamure Ouoreneza PC2 u wux
perynaTropHas/3amuTHas (QyHKIHS, CBSi3aHHAs ¢ MeTaboIM3MOM Xjopoduiia,
CKOpee BCero, CHIIbHO mepekpbiBatotTcs. [Ipenmnonaraercs, uto HIips, kak npasuiio,
paboTaroT Ha TpaHMIIE MEXAY MOCICAHUMH dTanamu OWOCHHTE3a/peyTHIIN3alNun
xjopoduiiyia U CUHTE30M U COOPKOM XJI0poUIII-CBA3BIBAIONINX OenKoB. Bee atu
IOPOLECChl HAXOJATCS B paMKaX OINPEAENIEHHOro JIOMEHa MeMOpaHbl IOJ
Ha3BaHWeM HeHTp Ouorene3a [Komenda et al., 2012; Nickelsen and Rengstl, 2013;
Rast et al., 2015].
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Puc. 1.3. PaGouas mozenb, oOCHOBaHHasi HA COBPEMEHHBIX MPEJCTABICHUSAX O
¢doTo3ammTe HavalbHBIX JTanoB OuoreHeza ®C2 ¢ MOMOIIBIO OJMTOMEPOB
Hlips [Komenda and Sobotka, 2015]: a) depment xmnopodumi-cunraza (ChlG)
CBsI3aH ¢ TpaHcIoKannoHHBIM anmapaToM (SecYEG) uepes YidC mHcepTasy u
samuiieH ¢ nomoineio onuromepa HIID/HIIC. BuoBb cunTe3upoBanubii D1
oenok ceszan ¢ HIiD/HIIC, koTopsiit 3 @eKTHBHO TYIIMT MOTIOMICHHYIO
cBeToByl0 SHepruto. bemok Ycf39, (yHKIMsS KOTOpOro HEW3BECTHA, TaKKe
cesazan ¢ HIID/HIIC; 6) Bo Bpems cienyromiero stama coopku ®C2 Gemok D2
B3aumojeiicteyer ¢ D1 u omuromepom HIiD/HIIC, xortopsrii crocobex
3ammTUTh oOpasoBanHbli  RCII*; 6) Oemok CP47 3amumen apyrum
omuromepom Hlips (HIiA/HIIB) mocne npukpermienuss CP47 k RCIT*; 2)
coOpaHHBIN MpoMeKyTouHblii KoMiuiekc RC47, comepxkamuii HIiA/HIIB,

yIansieTcsl U3 TPAHCIOKAIIMOHHOTO arlapara.
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JlaHHBI pUCYHOK 00001IaeT COBpEeMEHHBIC 3HAHUS 00 y4acTUU OTAEIIbHBIX
Hlips Synechocystis B cuHTe3e xmopodwmmi-cBsa3piBatomux OenkoB PC2 u ux
cOOpKH.

1.7.7. Beakn, caureie ¢ Hli-gomenom

BonbmacTBO TeHOB hli KOAMPYIOT HEOOJNBIIME OCIKU C MOJCKYJISPHOM
Maccoi, He MpeBbImaronieii 7 kJla, 1 IMEIOT OJHY TpaHCMEMOpaHHYIO CIIUpallb U
COJIEp)KaT JIOMEHBI, YyYacTBYIOIIME B CBSA3BIBAHUM NUIMeHTOB. OJHAKO,
OOHaApY>KCHBI TEHBI, KOAUPYIOIIHE BHICOKOMOJICKYIISIPHBIC OCJKH, COIepKallue B
CBOEGH TMocCIenoBaTeIbHOCTH yyacTku, ciuthle ¢ HIli O6enkamu. Hampumep, HIlip
BXxouT B coctaB C-koHia ¢eppoxenarassl [Funk and Vermaas, 1999], BaxHoro
(depMeHTa, KaTaIU3UPYIOLIET0 BKIIOUeHHE *keie3a B nportonopdupun X (Proto
IX) [Tanaka and Tanaka, 2007]. Proto IX — mocieaauii oOmuii mpeaiecTBeHHNUK
xjJopopmwiia W TremMa, M, TO-BHIUMOMY, (deppoxenata3a HWrpaeT BaKHYIO
PETYJIATOPHYIO pOJIb B O3TOM TOYKE pPAa3BETBICHHUS TIyTH OHOCHHTE3a
TeTpanupposioB. CHIKEHUE aKTUBHOCTH (eppoxerarasbl BIUSAET Ha PETYJISAIUIO
BCEro IyTH OWOCHHTE3a TETPamupposoB y SynechocystiS, HO He CHHXKACT
conepkanus rema win ukoommcom [Sobotka et al., 2011; Sobotka et al., 2008].
C nmpyroii CTOpOHBI, MHTHOUPOBAHUE BETBH OMOCHHTE3a XJIOPOUIIA Y Pa3THUHbIX
myTanToB, aepunutHeix mo ®C2 [Sobotka et al., 2005], a Takxe y MmyranToB 0e3
®C1, npuBOIUT K CUILHOMY TOBBIIICHUIO aKTUBHOCTH (peppoxenaTasbl B KIETKE.
TakuMm 00pa3oM, Kak CJICICTBUE, PACTYIIHKA ypOBEHb (eppoxesraTtasbl MPUBOIUT K
Tomy, 4to conepkanue nomeHa HIlip/Cab deppoxenarassl Takke MOBBIIIACTCS.
Bbicokast akTHMBHOCTH (eppoxenaTa3bl MOXKET NPHUBECTH K 00jee BBICOKOMY
COJICP)KAaHUIO TeMa, KOTOPBIM MOXKET paboTaTh 10 MEXaHU3My OOpAaTHOM CBSI3H, W
UHTHOMPOBATh PaHHHE CTaAWM OWOCHHTE3a TETPAHMPPOJIOB JUISI TOrO, YTOOBI
n30eKaTh HAKOIUICHUS TOKCHYHBIX TPOMEKYTOUHBIX IPOIYKTOB OHOCUHTE3a
[Meskauskiene et al., 2001]. Dto cTpaTerndyeckoe MmojoKeHHe Geppoxeaarasbl B
TOYKE pPa3BETBICHUS MEXKIy OHOCHHTE30M XJjopoduiia M Tema IPHUBEIO K
IPEINONIOKEHNI0, 4To Xjopodmmn ces3biBactcs ¢ HIli/Cab-gomenom Oenka u

peryiupyer onTUMalibHOe pazzaeneHue Proto 1X wmexay ABymMss OCHOBHBIMH
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BeTBIMH OmocuHTe3a TeTpanupposioB [Xu et al., 2004; Sobotka et al., 2005].
[TpenmosararoT, 910 CBOOOIHBIC XJIOPODHUILI-CBA3BIBAIOIINE CAlThI B JoMeHe HIip
deppoxenara3pl YaCTUHYHO WHTHOUPYIOT aKTHBHOCTh camoil (eppoxenarasbl. B
OTJIMYHAE OT JTOro, 3amoyiHeHHbIe caiiTel HIli-momena, korma gocTymHO
J0CTaTOYHOE KOJIMUYECTBO XJIOPOPUIUIA TOCTYITHO, MOTYT aKTUBUPOBATh ()EPMEHT,
9TOOBI TIEPEHANIPABUTH MOJIEKYJIBI K CHHTE3y reMa U, TeM CaMbIM, OJIOKHPYIOT BECh
MyTh OMOCHHTE3a XJI0pOQuUILIa.

Onnako, Ooyiee TO3JHME HCCIIENOBaHUS  MyTaHTa  Synechocystis,
IKCTIIPECCUPYIONIETO YKOPOUEHHYIO (QeppoxenaTady, HE COJACPKaIIyl JIOMCH
Hlip/Cab, ne moareepaman 3ty moaens [Sobotka et al., 2011]. deHoTuIUUIEeCKMiA
aHaJM3 TI0Ka3all, YTO MyTaHT, He cojaepkanmii gomeH HIip deppoxenarassl, He
U3MCHWJICS TI0 COCTaBy IMIMEHTOB TIPU HHU3KOW OCBEIICHOCTH, HO OBLI
YyBCTBHUTEJICH K CUJIBHOMY CBETY W HaKOIUICHHHIO XJopoduumaa [Sobotka et al.,
2011]. Kak yxe otmewanoch, ¢depMeHT ¢deppoxenara3a SBISETCA BaKHBIM
PEryJIATOPOM TETPAITMPPOJIBHOTO MyTH, U HE TPYJIHO MPEACTABUTD, YTO CIydaiHOE
ciusiaue ¢eppoxenatassl 1 Hlip (manpumep, HIIC) rapantupyer, uro oba Genka
OyayT Bcerja KOdKCIPECCUPOBATLCS U KO-JIOKaIH30BaThesl. CIHMSHHUE, BO3MOXKHO,
Jy4Ille CHHXPOHU3UPOBAIO OOIIHIA MOTOK TETPAMMUPPOITHHOTO Y TH.

Onnako y psaa nnaHobaxtepuit (Gloeobacter violaceus, Pseudanabaena sp.
PCC 6802, Pseudanabaena biceps, Synechococcus sp. PCC 7502) ¢eppoxenarasa
He coxepxxkut aomed HIip. Jlomen HIlip orcyrcTByer Takke B deppoxesnarase
Synechococcus sp. JA-2-3B'a(2-13). V sroit imano6aktepun red hli et ¢ reHom,
KoauMpyromuM romonior Oeiaka Synechocystis Ssl2148 (cyb1999) [Kilian et al.,
2008]. dynkiusa Oenka Ssl2148 B Synechocystis HewsBecTHa H, ClieI0BaTEIbHO,
BaYXHOCTh J3TOr0 CJHUSHHUS TEHOB OCTaeTcs HesicHOW. ECTh JBe BO3MOXKHOCTH
OOBSICHUTD, TIOYEMY MPOUCXOIUT CIUSHUE OCIIKOB. beku MOTyT OBITH BOBJICUCHBI
B oOme (QU3NOJOTHICCKUE MPOIECChl WM OMOXMMHUYECKHE TYTH, KOrJa WX
GyHKIMST B OTHX IMpolleccax TECHO CBs3aHbl (Hampumep, JBa (epMEHTa,
KaTaJM3UPYIONIUX MTOCIICIOBATEeIILHBIC CTAANH B ITyTH OMOCHHTE3a). bermku Takke

MOTI'YyT OBITH KOMIIOHE€HTaMU Pa3INIHBIX OMOXMMHYECKHUX IMpo1ECCCOB,
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MPOUCXOMSIIUX B OJHOM KJIETOYHOM KOMITAPTMEHTE. B 3TOM ciydae CIMTHIN
OCJIOK MOXKET HCITOJIBb30BAThCSA I TMPABUIBHOTO (DYHKITMOHHUPOBAHUS 000WX
COCEITHIX OMOXMMHYECKHUX TPOIIECCOB.

1.7.8. Accounamusi Hli 6eaxon ¢ ®C1

He cMmoTpst Ha moydeHHbBIE YOeIUTEIbHBIE TIOKA3aTeIhCTBA 00 acCOIUAIIUN
Hli GeakoB ¢ ®C2, ceenenus o6 accormarmu HIli 6enxkoB ¢ ®C1 ocrarorcs
npotuBopedrBbIMA. [Tomydensl nanubie o cBsazu HIips ¢ ®C1. Wang u ap. [Wang
et al., 2008] npexnonoxutenpio uaeHTHuUIEpoBamu HIips B tpumepax PCl,
BEIZICIICHHBIX C ITOMOIIBIO IEHTPU(YTHPOBAHUS B TPaJAMCHTE caxapo3bl. OaHAKO,
ATOT METOJI UMEET OrpaHndeHHOe paspemierue. C momoibto neymeproro BN/SDS
anextpodopesa, O6eaok HIIA Obl1 0OHApYKEH B MOHOMEpax M JTUMEpPax KOPOBBIX
koMmiiekcoB @C2, B RC47 u Taxke B OONBIIOM CYNEPKOMILIEKCE B Hadale
HAaTUBHOTO refs, KoTtopblid coaepxkail U1 @C2 u @CI1. ITOT cynepKOMIUIEKC, KaK
OBLTO TIOKa3aHO, coaepkuT (hakrop coopku DC2, Takoit kak Psb27, u yaactByer B
ounoreneze ®C2 [Komenda et al., 2012]. Tpumepsr ®C1 ObUTH JTOKATH30BAHBI B
HETOCPEJCTBEHHOM OJM30CTH OT cymnepkoMIuiekca u He coaepxanu HIIA. [Ipyroit
pe3ynbTaT ObLT TToJTyueH B uccienoBannu Wang u ap. [Wang et al., 2008]. ABtopsr
BBISIBHJIM CBeTOMHynHpyemyto accormaiuio HIIA u HIiB ¢ 6enkom Sir1128, ®C1
u IsiA. ISiA Genok sBisercss CP43-nogo0HON aHTECHHOH, WHIYLHHUPYETCS MpU
HEJI0CTaTKe XKelie3a WU IIPH OKUCIUTEIbHOM cTpecce [Singh and Sherman, 2007].
On 00b14HO acconuupoBad ¢ Tpumepamu OC1, a cynepkomiuiekc PC1-ISIA nmeer
cxonHbIN pasmep ¢ cynepromiuiekcom OC2-OC1 [Krynicka et al., 2014; Wang et
al., 2010]. B pabore Daddy wu ap. mokazano, uro HIIA u HIIB Obum
accoruupoBansl ¢ Slr1128, cyosenununeit ®C1 PsaD u IsiA [Daddy et al., 2015;
Boehm et al., 2009]. Oxgnako, B paborax Sobotka u ap. He HaOMIOIAIM KaKyIO-
1100 aKKyMYJISIIMIO 3aMETHOr0 KojimuecTBa ISIA B yCIIOBHSIX CHIIBHOIO CBETa M
accoranuio Hli ¢ ®C1 [Kopecna et al., 2012; Wang et al., 2008; Daddy et al.,
2015].

B monw3y npeamonoxkenust o tom, uto HIips B3aumoneiictBytor ¢ ®Cl

cBujeTenscTBYyeT padbora Sinha m ap. [Knoppova et al., 2014]. Beiaenenubie
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Ycf39-Hlip-koMiiekebl  Bcerna  BBIACISIOTCS  COBMECTHO € HEOOJIBIINM
kosmaectBOM TpuMepoB @C1. YuuteiBas Bo3MOXHYIO poib YCf39 B yrrmuzanum
xJiopouiiza, 3TO COBMECTHOE BBIJICJICHUE MOXKET OTpakaTb BpPEMEHHOE
o0beuHEeHne 000X KOMIUJIEKCOB B MPOLIECCE Mepeaayu Xaopoduiuia oT TpuMepa
®C1 x xommiekcy @C2 [Komenda and Sobotka, 2015].

JlevictButensHo, TpuMepbl @®C1  kietok  SynechocystiS HCIoJB3yOT
OOJNBIIMHCTBO BHOBb CHHTE3MPOBAHHOTO  XJOpOWIIa, KOTOPBIA  3aTeM
pacmpenessieTcss Ha Jpyrue xJopoduiui-cBssbiBaronme Oenku [Kopecna et al.,
2012]. Takum oO6pa3oM, OCHOBHOM ITMaHOOAKTEpUATIbHBIM MEMOPaHHBIN KOMILIEKC,
¢ kotopbeiM accormupoBanbl HIlips, sBiusercs ®C2. ®C2 sBusercs Hamboiee
CBETOUYYBCTBUTEIBHBIM (POTOCUHTETUYECKUM KOMIUIEKCOM, KOTOpBIM TpedyeT
BBICOKMH ypoBEeHb 3amuThl NmpoTuB ¢oromectpykiuu [Nixon et al.,, 2010]. B
otianuue ot 3toro ®C1 sBnsercs ropa3no 6osnee cTabUIbHONU, U HEOOXOIUMOCTD B
dotozammre PC1 mo cpaBHenuto ¢ GC2 BecbMa orpaHuveHa. Tem He MeHee,
accoranus Hlips ¢ ®C1, manpumep, Bo BpeMs nepenaqn xiopodumia ot OCI1
®C2, He MOXeT OBbITh HCKIIOUEHA, XOTA YOEAUTEIbHBIX JOKa3aTelbCTB
HEJO0CTaTOYHO. TakuMm 00pa3oM, HECMOTpsS Ha 3HAYUTEIBHBIA Hporpecc B
U3y4CHUU CTPYKTYpbl W QyHkimid HIipS, MHOTHME BOMPOCHI, KAacarolIMecs STHX

6GJ'IKOB, OCTaroTCs CIIC HCU3YYCHHBIMU.
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I'maBa 2. OBPBEKTBI U METO/IbI HCCJIEAOBAHUA

2.1. ITaMMBbI IUAHOOAKTEPUI
OOBEKTOM HCCNEAOBaHUS CIYKWJIM KJIETKHM JUKOTO THUIA IIMaHOOAKTepUu
Synechocystis PCC 6803 (manee Synechocystis 6803) u MyTaHTOB, 1e(PHUIIUTHBIX IO
dotocucreme 2 (DPC2) (ApsbDI, ApsbDII, ApsbC) [Shen et al., 1993],
HecrocoOHbIX K oOpaszoBanuto TpumepoB @DCI1 BcneacTBue oTcyTcTBHS psal
[Chitnis and Chitnis, 1993] u gedunutasie o ®C1 u ®C2 (APsaAB, APsbD,C,
APsbB, APsbD,). Mytantsl mo6e3no npeaocrasiensl W.B Enanckoit (kadenpa

TeHETUKH OnoJsiorudeckoro ¢gakynprera MI'Y).

2.2. Y¢JI0BUSA BbIpalIMBAHUSA

[MnanobGakTepun BhIpamuBanu Ha >xuakod cpeme BG-11 [Rippka et al.,
1979] mpu 28°C B yCIOBHSIX MOCTOSHHOTO OCBEIICHUS (hIIyOPECIIEHTHBIME
JaMrIamMM JHEBHOTO CBETa M a’paliedl OKPYKAIOIUM BO3AYXOM C IOMOIIBIO
MAarHUTHOM MeEIIaJIKM 10 CepeluHbl jJorapupmuyeckor (aspl pocra. Kietku
JUKOTO THUTA M MYyTaHTa, HECHOCOOHOro Kk oOpa3oBanuto Tpumepo DCl1,
BBIPAIMBANIN TIPH YMEPEHHOH HHTEHCHBHOCTH cBeTa 40 MKMOIb (hOTOHOB/M-C.
Knerku myranta 6e3 ®C2 BblpammBaiu B (GOTOMHUKCOTPO(QHBIX YCIOBHUSAX IMPHU
HHU3KO} MHTEHCHBHOCTH cBeTa (5 MKMOIBb (OTOHOB/M>-C) ¢ moGaBienneM 10 MM
TJIFOKO3bI U aHTHOUOTUKOB (XJopaM@eHnkon 20 MKI/mMi1, 3pUTpOMULIMH 15 MKI/Mi
u cnektuHoMuiuH 20 Mxr/min). Knetku myranra 6e3 @C1 u @C2 BbIpammBanim
aHAJIOTUYHBIX YCJIOBMSX, 4YTO M KJIeTKH MyTaHTa 0e3 PC2 (5 MKMOiIb
dororHoB/M*'c, xmopambenukon 20 MKI/MI, OPHTPOMHUMH 15 MKr/Min ©
cnekTuHOMUIIMH 20 MKr/mit). JIjist co3gaHust yCIOBHIM CBETOBOTO CTpPECCa KIICTKH
JTUKOTO THUIAa U MyTaHTOB, BBIPALICHHBIX B YKA3aHHBIX BBIIIE YCIOBUSAX, OCBEILAIN
B TedeHne | 4 cBETOM BbICOKOH HHTeHCHBHOCTH (150 MKMONIB (OTOHOB/M*:C).
Hcnonp30BaHHash HE OUYEHb BHICOKAash MHTEHCHBHOCTh CBETOBOIO cCTpecca Oblia
BbIOpaHa JJisi TOro, 4yToObl MPEAOTBPATUTH (POTOAECTPYKIMIO U THOENb KIETOK,

ocobeHHo B ciyyae MmyrtaHta 0e3 ®C2 u wmyranta 6e3 ®Cl u 2. Ilpu
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CPaBHUTEJIBHBIX MUCCIEIOBAHUIX KJIETOK IUKOro Tura u mytanta 6e3 ®C2 knerku
JUKOTO THUMa ObUIM MPEABAPUTENBHO aJaNTUPOBAHBI K (POTOMHKCOTPO(PHBIM

YCIIOBUSAM.

2.3. BoigesieHHe THJIAKOUIHBIX MeMOpaH

Kietku pazpymanu ¢ nomoipio @penu-mpecca (mpoueaypy HOBTOPSIU TPU
pasa JUIsl KaXXJI0To Ipernapara) WM MEXaHWYECKH C KBapIEBbIM MECKOM B Cpelie
JUISL BBIJICTICHUS TUJIaKOMIHBIX MeMOpan: 50 MM MOPS, pH 7,0; 0,4 MM caxapo3sa;
10 MM NaCl; 1 MM denunmeruncynsponmndpropun (cpena A). ['omorenat
HEeHTpUPyrupoBanu sl yAajaeHus HEPA3pYyIICHHBIX KIETOK U UX (parMeHTOB MpHU
5000 g B Teuenue 10 muH. Tunakougapie MEMOpPaHbI U3 HAJIOCAAOYHOMN KUIKOCTH
ocaxaamu ueHtpudyrupoanueM npu 50 000 g B Teuenue 1 4. TumakouaHble

MeMOpaHbl OTMBIBIA OT GUKOOMIIHCOM Cpeion A.

2.4. JIuzuc THIIAKOMIHBIX MeMOpaH
JUis SKCTpakUuMU HATUBHBIX KOMIUIEKCOB (OTOCHCTEM W3 THIAKOUIAHON
MeMOpaHbl UCTIOIb30BAJIN MSATKUA HEMOHHBIN JAETEPreHT Nn-10ACHII-B-MalbTO3H/L
(n-Dodecyl-B-D-maltoside, B-DM), xoTopblii n00aBisuii B  COOTHOIICHUU
nerepreut:xaopodpumr 15:1. Tlocne naky6auuu npu 4°C B Teuenue 30 MuUH am3ar
uentpudyrupoanu npu 18 000 g B Teuenne 10 Mmun. HagocamouHyro XKHAKOCTb

MCITIOJIB30BAJIH JIJII MOHOOOMEHHOM XpoMarorpadum.

2.5. MonooOmeHnHas1 xpomaTorpagus
Jns Beimenenuss TpumepoB u MoHomepoB DPCl u kommiekca DC2
WCIIOJB30BAIM  MOAU(MUIIMPOBAHHYI0  METOJMKY  BBIJEJICHUS C  TOMOIIBIO
aHMOHOOOMeHHOM Xxpomatorpaduu Ha kosmoHke DEAE-Toyoperl-650 [Shubin et
al., 1992, 1993].
Hanocanounyro kuakocTs HaHocuiau Ha kKoidoHKy DEAE-Toyopearl 650M
(1,5 x 20 cm), mnpeaBapuTENbHO YPaBHOBEIICHHYIO cpeao A. DIouuio

XJIOPOPHUILI-OEIKOBBIX KOMIUIEKCOB MPOBOAMIN JUHEHHBIM rpaguenToM NaCl (0—
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300 mM) B cpene A. Ilornomenue ¢pakmuii usmepsiin npu 678 uM. benkw,
coJiep Kalrecst B BBIIECICHHBIX (PPaKIUIX, OCAKTAIN XOJOIHBIM alleTOHOM TIPH -

20°C.

2.6. OnpenesieHue cogepxkanus XJa0poGuiiia M aKTUBHOCTH KomiiekcoB ®C1

Conepxxanue xyopodpuima a B o0pas3lax oONpeNesii B 3TaHOJIOBOM
IKCTpaKTe Mo hopMyIie:

[Chla] (mg/ml) = 1,21 x ODgg4 — 0,17 x ODg;5 [Lichtenthaler, 1987].

AktuBHOCTH KoMIiekca @CIl  ompenensiam 1O CHOCOOHOCTH K
¢dotookuciennto 1700 (mepBUYHOrO JTOHOpPA AJIEKTPOHA PEAKLIMOHHOTO ILIEHTpa
®C1) kak GoTOMHAYIMPOBAaHHOE W3MEHEHHe moromeHuss npu 870 HM cC
nerctByronuM cBetoM 730 HM ¢ momounsio ¢guyopumerpa DUAL-PAM-101 ¢
npuctaBkoir ED-P700 DW-101 (Walz, Effelrich, 'epmanus).

2.7. Onpenesienne ¢poroxumMuueckoit akTuBHOCTH PC1 ¢ momMombI0
¢payopumerpa DUAL-PAM-101

DOTOMHIYIMPOBAHHOE HM3MEHEHHE TMOTJIOMIEHUS PEaKIMOHHOTO IIEHTpa
®C1 (I1700) mem6pan kierok AT u myranta 6e3 ®C2 peructpuposanu npu 810
oM (mpotuB 870 uM) npu nomoru guyopumerpa DUAL-PAM-101 ¢ npuctaBkoii
ED-P700 DW-101 (Walz, Effelrich, I'epmanus) [Schreiber et al., 1988]. B
KayecTBe MCTOYHHKA ACiiCTBYOmEro cera > 710 M (MHTEHCHBHOCTD 14 W M)
ucrnosb3oBaiu ynpasisemyto Jamiy (102-FR) Ha ocHoBe cBeroanonoB («Walzy,
['epmanust). U3mepenns: npoogunu B 0ydepe (50 MM tpurun, 100 MM NaCl, 5
MM MgCl,, pH 8,3) B npucyrctBuu 0,5 MM ackopOaTa HaTpus MPU KOHIIEHTPAITUU

xynopodummia 10 Mxr/mi. JmurensHoCTh ocBelienus oopasna — 20 c.

2.8. Onpenenenne poroxnmuueckoit akTuBHOCTH PC1 no norsiomenuio O, B
CHCTeMe HCKYCCTBEHHBIX JIOHOPA U aKLEeNnTopa
Peakiua Memiepa — Tm€pEeHOC JJIEKTPOHOB OT BOJABI HA KHUCIOPO/I.

BoccranoBieHue KuUCIopoaa MOXKET MPOUCXOAUTh B oboux (orocucremax. [lpu
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ATOM TIOTJIONICHUE KUCIOpOAa MOKET KOMIICHCHPOBATH €T0 BBIJEICHHE B XOJE
okucinenus H,O. B pe3ynbpTaTe eMMHCTBEHHBIM MPOAYKTOM 3TOTO TIporiecca OyaeT
AT®, cuHTe3upyeMas Mnpu MceBAOLUKINUECKOM (doTodochopunrpoBaHuu.
[IceBIOMKINYECKHA TIOTOK JJICKTPOHOB TMPUBOAUT K OOpPa30BAaHUIO AKTHBHBIX
dbopm kucnopona. KoiamdecTBO BBIJEISIEMOr0 KHUCIOPOJA MOXKHO H3MEPUTHh C
nomol1ibko 3ekTpoaa Kimapka u Takum o0pazoM onpeeTuTh CKOPOCTh TPAHCIIOPTa
AJIEKTPOHOB.

s ompezeneHus CKOPOCTH TpPaHCIOpPTa d3JIEKTPOHOB ¢oTocuctemsl |
U3MEPSUTH  TIOTJIONICHHE KHCIopoaa C TmoMmolneio anektpona Kapka. s
W3MEPCHUIA WCTIONB30BAIM THJIAKOWIHBIE MEMOpAHBI, BBIACICHHBIE W3 KIIETOK
JUKOro Tuma u MyTtaHta 6e3 @C2, BbIpallleHHBIX MPU HU3KOM OCBEHIeHUH (5
MKMOTb  (hoTOHOB/M’-c). B cnydae myranta 6e3 ®OC2 KISTKH MOABEPraiu
cBeToBOMYy ctpeccy (150 MKmolib (bOTOHOB/Mz-c) B TeueHne 2 4. K oOpasmam
nobasstn 6ydep (50 MM tpunmn pH 8,3; 100 MM NaCl; 5 MM MgCl,) ¢ 1 MM
KCN, 100 MkM meTunBuoiorena (akiuenTop 3JIeKTpOoHOB, mpuHuUMaeT ux ot OCl1),
2 MM ackopOMHOBOM KHCIOTHI (JOHOp dJekTpoHoB), 40 MkM 2,6-
nuxnoppenomuuaaodenona (AXDPUD) u 0,5 mMxM  3-(3,4-muxnopdennn)-1 1-
numetuiamoueBuHbl  ([uypon) (uarubutop @DC2). TumakougHele MeMOpaHbI
BHOCHJIM B STYEHKY TaK, YTOOBI KOHIIEHTpausl Xjaopodusuia coctasisiia 20 MKT/MII.

CKOpOCTb AJIEKTPOHHOT'O TPAHCIIOPTA BhIpaXkKalld B MKMOJIb O,/4-Mr Xjopoduinia.

2.9. Onpenesnenne KOHIEHTpanuu 0ejika mo meroay bpeadopna

JlaHHBII METOJ OCHOBAaH Ha NPSIMOM CBSI3bIBAHMM OEIKOB C KpacUTEJIEeM
Kymaccn G-250. CasA3pIBaHME OCYIIECTBIISIETCS 32 CUET AJIEKTPOCTATUYECKOTO
B3aUMOJICUCTBUS  CyJIb(OHWIBHBIX  TpPyNH  KpacuTels ¢  HEKOTOPbIMHU
aAMUHOKHCIIOTHBIMH OCTaTkaMu OenkoB (TpumnrodaHa, apruHUHA, THUPO3UHA,
deHmwnanaHMHa M TUCTUAMHA), TpPU STOM IBET pacTBOpa M3 KpPacHOBATO-
KOPUYHEBOTO CTAHOBUTCS TOJTYOBIM.

Kpacurenes B pactBope umeeT MakcuMmyM norjanieHuss npu 470 HM, a

komruieke Kymaccu — 6enok - npu 595 um [Bradford, 1976].
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K 60 mxn cymmapuoro 6enka mo6asimsum 60 M 20% TpuUXIIOpYKCYCHOM
KHCIIOTBI JUIsi ocaxaeHus oenkoB. llearpudyruposamu 10 mun. mpu 12000 g.
Ocanok pactBopsiid B 60 mki 0,11 NaOH. OtOupanu 14 Mk cymmapHoro Oenka,
pactBoperHoro B NaOH, noGasmsmu 86 mxn 0,15M NaCl u 3 ma pacTtBopa
Kymaccu G-250 (10% Kymaccu OpuumnantoBbiit rony6oit G-250, 5% »srtanoin,
8,5% oprodochopnas kucnota). [lanee wu3MepsiIM ONTUYECKYIO TIOTHOCTD
MOJyYEHHOTO PAacTBOpa MpH AJUHE BOJHBI 595 HM. B xontpons mobasmsu 100
Mk 0,15M NaCl.

Jlist onipeiesieHrs KOHIIEHTpaluy OelKa CTPOUII KaTMOPOBOYHBIN rpaduk ¢

UCITIOJIb30BAaHUEM OBIYBETO CHIBOPOTOYHOIO aJTbOyMHHA.

2.10. HatuBHblii 21exkTpodope3 B [TAAT

HartuBnbiéi snexktpodope3 B IIAAIT ucnonb3oBanmu i pa3iefieHUus He
JICHaTypUpPOBaHHBIX OeaKoBbIX KomiuiekcoB [Jarvi et al., 2011; CrpyukoBa u
KanbsicoBa, 2012]. B pabore HaTHBHBIH 31eKTpodope3 HCHOIB30BAIU IS
pazneneHusi  XJIOpOoQUII-OETKOBBIX ~ KOMIUIEKCOB — THJIAKOUMJHBIX ~ MeMOpaH
Synechocystis 6803. K nu3aty TUIaKOUIHBIX MeMOpaH 100aBIIsIIA I€CITUKPATHBIN
oydpep mns obpasma (200 MM BisTris pH 7,0; 75% caxapoza; 1 M 6-
aMUHOKanpoHoBas kuciota). Mcnons3oBanu rpaguentsiid [TAAT (5% - 10%).

PactBops! 1151 25ekTpodopesa:

Axpunamua-metuneHoucakpuiamMus (pactsop AA)

° 48% axpunamup;

° 1,5% meTunenOucakpuiaMui.

Cobupatommii reinb (4%):

o 7,5 M pactBopa AA Ha 100 mit;

° 50 MM BisTris/HCI, pH 7,0;

o 0,5 M 6-amMmuHOKanpOHOBask KUCJIOTA.

Paznensromuii reib:

o 1,88 ma pactBopa AA mist 5% rens, 3,75 M — st 10%;
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° 50 mM BisTris/HCI, pH 7,0;

o 0,5 M 6-aMHHOKanpoOHOBAask KUCIIOTA.

Karomusriii Oydep:

o 50 MM Tricine/NaOH, pH 7,0;

° 15 MM BisTris/HCI, pH 7,0.

AnonusIi Oydep:

° 50 MM BisTris/HCI, pH 7,0.

Pazpensronmuii reib MONMMEpU30BAIM CieayromuM obpazoM: k 10 wmi
pacTBOopa MiiA pasgenstoniero reias gobasmsuin karamuzatopsl (40 mrin 10%
nepcyiabdara ammonus u 4 mxn TEME]), nepememmuBaniu U 3ajUBalid MEXIY
CTEKJIAMU C TIOMOIIBIO TEPUCTATBLTUYECKOTO Hacoca M mpubopa sl CO3AaHUs
JIMHENHOTO TPaJINCHTA.

[Tocne nomumepu3aluu pas3emsioniero rejis, K pacTBOpy Il COOUParoIero
reist qo6asisim karanuzatopsl (Ha 10 mi pactBopa 80 mxn 10% mnepcynbdara
ammonust 1 8 Mk TEME]). Hanee 3anuBanu Mexay CTEKIAMHU WU YIAJsUIU
My3bIPbKU BO3TyXa MO/ 3yOLIaMH «TPEeOEHKI.

[Tocne toro kak renp noiaumepusoBaics (15-20 MuH.), KacceTbl C rejaem
noMeIiany B mpubdop s anektpodopesa. B BepxHioto kamepy npubopa 3amuBaiu
KaTOJIHBIA Oydep, B HWKHIOIO — aHOJAHBIA Oydep. OOpazoBaHHBIC TIpeOCHKON
«KapMaHbD» TPOMbIBaIN Oy(depom, nocie yero HaHocuau no 50 MKr xjgopoduiia.

Onektpodope3 mnpoBoawnu Ha mnpubope dupmbr Hoefer (CHIA) npu
Hanpsokeann 200B, B Teuwenue 4-5 4. Ilocne oxoHuaHus snexTpodopesa
OCTOPOKHO M3BJIEKadu Telb W yAasuid coOuparomuid Tenb.  Jlopoxku
CKaHUPOBAJIH, 3aTeM OoJuH 1D-reis Ucmoap30Bamu s 3JIeKTpodope3a BO BTOPOM
Hanpasienuu o meroay Jlemmu [Laemmli, 1970]. I'ens nomemanu B 0ydep s
obpazma (62,5 MM Tris/HCI, pH 6.,8; 2,5 SDS; 5% wmepkanrostanon; 10%
riviepuH) Ha 20 MHHYT, TOCJE Yero IOPOXKKY MNOMEIIald B IUIACTHHY IS
anektpodopesa. Bropoit 1D-renp mnomemnianM Ha HOYb B pacTBOp IS
okpammBanus (0,2% Kymaccu R-250, 40% 3tanon, 5% ykcycHas kuciaoTta). 3aTemM

OTMBIBAJIM U30BITKU Kpacutess B OTMBIBOUHOM cMecH (40% stanon, 5% ykcycHas
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KHuciioTa) B TeueHue 3-4 uvacos. [locie 4dero reinp CKaHUPOBAIM U COXPAHSIIU

MN300paKeHHE IS TIOCTeAyomIel mudpoBoii 00paboTKH.

2.11. Daekrpodopes 6eakoB B [IAAIL no meroay JlemmJin

st mpoBeAeHust 3JeKTpodope3a HCHOIb30BAN CTEKJISHHBIE IUIACTUHBI,
conepxkamue 2 cios [TAAI: crmoit cobuparomiero refist U Clod pa3iesioniero
Tesl.

PactBopsI 1151 351ekTpodopesa:

Axpunamua-merunenoucakpunamug (30:1) (pactsop AA)

- 30% axpunamun;

- 1% meTunenOucakpuiIamMul.

CoOwupatommii renb 5,5% [TAAT:

- 17,5 mn pactBopa AA Ha 100 mi;

- 0,13 M Tpuc/HCI, pH=6,8;

- 0,1% SDS.

Paznensrommii reab — 12,5%% ITAAT:

- 42 mn pactBopa AA nHa 100 mut;

- 0,39 M Tpuc/HCIl, pH=8,8;

- 0,1% SDS.

[Tarukparssiit 6ydep Jlemmmu (1 1):

- 15 r Tpuc;

- 72 T TIMLUH.

Paznenstomuii renb MONMMMEPU3OBAIMA CIAEAYIOIUM o0Opazom: k 20 mi
pacTBOpa Uil pasnenstomiero rens nobaBmsum Katanuzatopel (200 mxm 10%
nepcyibpara ammonust u 20 mxa TEME]L), ObicTpo mepeMemimBany 1 3aquBaliu
mexay ctékinamu. s cobupatomero rens no0aBisUIM KaTalM3aTopbl :HAa 6 Ml
pactBopa 60 mxn 10% nepcynbhara ammonus u 6 mxin TEME].

[locne TOro Kak reib 3amoOJIMMEPU30OBANICSA, «KapMaHb», OOpa30BaHHBIC
rpebenkor, mnpomeiBaM Oydepom Jlemmnu. 3arem HaHOCWIM O€lKU (PpaKIui,

MOJIYYEHHBIX TP HOHOOOMEHHOM XpomaTorpaduu, mo 20 MKI CyMMapHOTo OeJka,
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aM00 BKJIAABIBATIN MEXIY IUIACTUHAMHU JTOPOXKKY C KOMIUIEKCAMH THUJIAKOWTHBIX
MeMOpaH, MOJYyYEHHYIO C MOMOIIBI0O HATUBHOTO 3yekTpodopesa. B BepxHIoO U
HIKHIOIO Kamepbl npubopa 3anuBanu 0ydep Jlemmnu (1% SDS B omHOKpaTHOM
oydepe Jlemmmm).

Onektpodope3 mnpoBoawnu Ha npubope dupmbl Hoefer (CHIA) npu
HanpspkeHun 120B, B Teuenue 2-2,5 4. Ilocine okoHuaHusi 3ieKkTpodopesa
OCTOPO>KHO M3BJICKAJIH T'eJlb U yJAISUIA COOMPAIOIIHIA Tellb.

[Tocne anextpodopesa renp okpammBanu B Teuenre Houu (0,2% Kymaccu
R-250, 40% »stanon, 5% ykcycHas kuciota). M30bITOK KpacuTenss OTMbIBAIUA B
oTMbIBOUYHOU cMecu (40% stanon, 5% yKCycHasi KUCIOTa) B T€UEHUE 3-4 4acoB.
3aTeM renb CKAaHUPOBAIM M COXPAHSUIM M300paKeHue [UIs TOCIeAyIoIen

urdpoBoit 06pabOTKH.

2.12. IlepeHoc 0eJIKOB HA HUTPOUE/LTKJI03HYH0 MeMOpaHy

B pabote ucnosp3oBanu MeToJ NepeHoca OEIKOB Ha HUTPOLEIUTIOIO3HYIO
MemOpany 1o Toybuny [Towbin et al., 1979], a Takke HCHIOIB30BAIN
HUTPOLEIUTION03HYI0 MemMOpany 0,45 mkm (dupma Bio-Rad, Trans-Blot Transfer
Medium). MeTton ocHOBaH Ha CIOCOOHOCTH HUTPOIEIUIIOIO3HOM MeMOpaHbI
MPAKTUYECKU HEOOPATUMO CBSA3BIBATH OCIKH.

I'ens mocne nsnexkrpodopesa mnomemanu B TpaHchepHblt Oydep s
nepenoca 6enkoB (25 MM Tris; 200 MM riunus; 0,02% SDS; 20% sTanon).

Ilepenoc npousoaunu Ha npudope ¢pupmbl Hoefer (CLLIA) mpu ucxogHom
HanpspkeHnu 220 MA B Tedenue 1,5 4. ['enb BRIHUMaIM U OMEIIAIA B PACTBOP
st pukcanuu u okpacku OenkoB (0,2% Kymaccu R-250, 40% »stanon, 5%
YKCYyCHasi KHUCJIOTa) [UIsl TIOATBEPXKIACHHS TiepeHoca OenkoB Ha MeMOpany.
HuTponenmtono3nyro MeMOpaHy HCIOIb30BaNN NI MHKYOAIMU C aHTUTEIaMHU U

oOHapy>keHus 0eTKOB MeTo10M BectepH-0oTuHra.

2.13. Unentudukanusa 0eJxoB ¢ nomoumbo Becrepu-0/10T ananusza
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B paGote ncnonb30Baiy BHICOKOUYBCTBUTEIBHBIM METOJ] UMMYHOIETEKIIUN
0enKoB ECL (enhanced chemiluminescence) IS OTIpeIeTICHUS
MMMOOMIN30BAaHHBIX AHTUTEHOB B CJIOKHBIX OCIIKOBBIX CMECSX.

Merton no3BoJisieT onpeaenauTs 10 10 Hr Oenka, CBI3aHHOTO ¢ MEMOPAHOM.

Jlist OJOKMpOBaHMSI HECTIEM(PUUYECKUX CaWTOB CBSI3bIBAaHUS OEJIKOB Ha
HUTPOLICIUTIONIO3HOM MeMOpaHe ToToBWIM Osokupytoumii 0ydpep (5% cyxoe
o0e3xkupenHoe Mojoko B 0ydepe TBST).

bydep TBST:

° 50 MM Tris/HCI, pH-7,5;

° 200 MM NaCl;

° 0,1% Tween 20.

Hutpouemnono3nyto MeMOpaHy cO CBSI3aHHBIMH O€JKaMu MOMelajid B
onokupyromuit 6ydep (10 ma ma memOpany) Ha 1 9 mpu 4°C Ha MHHH-POKEp-
meitkepe MR-1 ¢upmer BioSan. 3atem no0aBiisiiy nepBUYHbIE NOJUKIOHAIbHbBIE
antutena kpoiauubu HIIA/HIIB ¢upmbr Abcam no 2,5 mkin Ha 10 mu (1:4000),
OCTaBIISUIA HAa HOYb HAa TOM K€ MHHHU-pOKep-1ielikepe mpu 4°C.

[Tocne nukyOauu ¢ aHTUTEIaMU MEMOpaHbI MpoMbIBaJK 2 pa3a mo 10 MuH
B 10 mn TBST. [lanee cHoBa momemianu B Onokupyromuii 0ydep (10 mim Ha
MeMOpaHy) UM J00aBIsUId BTOPUYHBIE aHTUTENa (OCIUHBIC, AHTUKPOJIUYBH,
KOHBIOTUPOBaHHBIE ¢ Tepokcuaazor xpena) mo 0,4 mxia wa 10 mur (1:20000).
MeMOpaHbl MHKYOMpOBaJIM B TEYEHHME 2 Y MpPU KOMHATHOM TeMIiepaType.
MewmOpanb! ipombiBain 0ypepom TBST 2 paza no 2 munyThI, 3 pa3a 1o 5 MUHYT.

Hst  obHapyxeHuss OenkoB wucnonb3oBaan wmetoasl ECL  (enhanced

chemiluminescence) u okpamuBanue 3,3',5,5'-TeTpaMeTUIOCH3UTUHOM.

2.14. O0HapyxeHHEe MMMYHHBIX KOMILJIEKCOB
JUisi MposiBKM cMelMBaJd paBHble 00bEMBI (0 0,5 Ma Ha MemOpany)
pactBopoB 1 u 2 mis mposiieHus. C momoiplo (GUIBTPOBAIBHON Oymaru ¢
MeMOpaHbl, yaasuii u30bITKU Oydepa U HAHOCWIM PACTBOP MJIA MPOSBICHUS.

NukyOupoBasin B TedeHUe 1-2 MHUH, MOCJIE YEro yAaJsUId W3JUIIKA PacTBOPA,
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MeMOpaHy HaKpbIBAJIW TOHKOW IUIGHKOM M SKCIOHUPOBAJIM B TEMHOTE C
peHTreHoBcKoM mieHko Retina  X-ray. I[IpomomKUTENbHOCTh 3KCIO3ULIUU
cocTasisia 1-3 MuH.

JInss OposIBIICHUST PEHTICHOBCKYKO IUICHKY CHayala BbIICPKUBAIA B
nposiButene (5-7 MUH), 3aT€M CIIOJACKUBAJIM BOJOM M MOMeIaiyd B (PUKCaX Ha 7-
10 muH.

Paboune pacTBOpBI:

[IposiBuTernsb:

KOMITOHEHTHI TOOABIIIOTCS MOCIIEN0BATENRHO B BOAY, HarpeTyio a0 40°C.

° MeToI - 2,2 T;

° Na,SO; - 72 1;

° TUJPOXHUHOH - 8,8 T;
o Na,CO3x7H,0 - 48 r;
. KBr - 4r;

o BOoJa - 10 1 1.
dukcax:

] Na,S,0sx5H,0 - 260 T;
° Na,S,05 - 17 1
° NH,Cl1 -50T;

° BoJa - 10 1 1.

2.15. O0HapykeHre MMMYHHBIX KOMILJIEKCOB C MOMOIIbIO
OTHOKOMIIOHEHTHOT 0 cy0cTpara 3,3',5,5'-TeTpamMmeTn/I0eH3UAMHA
JI1s1 NOATBEpKICHHS pe3yJIbTaTa UCIOIb30BaIM HA MOPSJ0K MEHEE TOUHbBIN
METOJ — ompeaeneHue Oenka ¢ nomomplo 3,3'.5,5'-TeTpamMeTuI0CH3UIMHOM
(TMB). PacTBOp HaHOCWJIM Ha HUTPOIICILTIOIO3HYI0 MEMOpaHy IMOCie HHKYOAIu
C aHTUTENaMu (HEe J0IycKas BbIChIXaHUd MeMOpanbl). MHKyOaluo npoaonKaid B
teueHue 10-15 MuH [0 TOABIEHUS HMHTEHCUBHO OKpAILIEHHBIX TMojoc. Jlid

OCTAHOBKH PEAKITUU MEMOPAHBI TPOMBIBATN JUCTHIITUPOBAHHON BOJIOM.
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PentrenoBckue meHku u memOpansl, oopadorannsie TMbB, ckanupoBaiu,
dororpadpuu oOpabaTsiBan npu MTOMOIIIH IpOTrpaMMBbI Image]
[http://rsbweb.nih.gov/ij/]. 3aTtem B mporpamme Excel oOpabGatbiBanu naHHbBIE U

CTpOMIIN TpadUKH.

2.16. Unentuduxanus 6eaxon ¢ nomombio MALDI-TOF

MAVLDI - MmarpuyHO-aKTUBUpPOBAaHHAS JIa3epHasi jJecopOrus/moHu3amnus (0T
aarn.  MALDI, Matrix Assisted Laser Desorption/Ionization). 3t1o
JNECOpPOLUMOHHBIA METOJ «MATKOW» HOHHM3aLUH, OOYCIIOBJIEHHON BO3AECHCTBHEM
UMIYJbCAaMU JIA3€PHOTO H3JIyYEHUS Ha MAaTpUIly C aHAJIM3UPYEMBbIM BELIECTBOM.
OOBIYHO UCTIOIB3YETCS B COUETAHUU C BPEMSIIPOJIECTHBIM MacC-aHaTU3aTOPOM.

TOF (Time of Flight - BpesmnponeTHpil) — NPUHIUI YCTPOWCTBA
aHaJIN3aTopa Macc-CIIEKTPOMETPa, B KOTOPOM 3apsyKEHHbIE YAaCTHUIbI Pa3/IEsOTCs
0 BPEMEHHU TMpoJieTa OmpeAesieHHOoro pacctostHus. [lpu sTomM Bpemsi mposera
YaCTHULBI TPOTIOPLIMOHAIIBHO OTHOILIEHUIO MAcChl JAHHOM YaCTHUIIbI K €€ 3apsiay.

Tpuntuueckuil ruaponn3 Oeiaka B MOIUAKPUIAMHUIHOM Tejie, OKPalleHHOM
Coomassie Brilliant Blue, mpoBogunm crenyronmm o0pa3oM: KyCOYEK Tels
pasmepoM 3-4 MM’ IBa)KIBI POMBIBAIH U YAadeHus kpacutess B 100mir 40%
pactBopa auneronutpuia B 0,1M NH,HCO; B Teuenune 20 munyt npu 37°C. Ilocne
yAAJIEHUs pacTBOpa ISl Aeruaparauuu reis nodasiasuiv 100MKn aneToHUTpHUIIA.
YaanuB aneToHUTPUI U BBICYIIMB KyCOYEK Teisl, MpuOaBisuiM K HeMy 3,5MKI
pactBopa MoaudunupoBanHoro Ttpurncuna (Promega) B 0,05M NH,HCO; ¢
KoHIleHTparmei 15Mkr/mit. ['uaponus npoBoawiu B reuenue 34 npu 37°C, 3aTeM K
pactBopy nodasisu 5,25mka 0,5% TOY B 50% pacTBope BOAHOTO allETOHUTPHUIIA
¥ THIATENFHO TepeMemuBand. HaareneBblii pacTBOp MCHOJIB30BAIHM TS
nosyueaust MALDI-macc-criekTpoB.

[ToaroroBka 00pa3moB ISl MacCc-CIIEKTPOMETPUH TIPOBOAUIIACH CIICTYIOIIUM
oOpa3oM: Ha MHIICHH CMemuBaIu mo 1,5Mkin pactBopa obOpasma u 0,5MKi
pactBopa 2,5-nmuruapokcruden3oitnoit kuciothl (Aldrich, 10mr/min B 20% BogHOM

aneronutpuie, 0,5% TDY), nonydeHHYI0 CMECh BBICYIIMBAIIA HA BO3yXE.
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Macc-cnexTpsl ObUIM  TIOJMY4YEHBI Ha  MALDI-BpemsmposeTHo-
BpemsmposieTHoM Macc-criektpomerpe  Ultraflextreme BRUKER (I'epmanmst),
ocHaileHHOM Y@ gnazepoM (Nd) B pexuMe TMONOKUTEIBHBIX HOHOB C
UCITOJIb30BAaHUEM DPEQPIIEKTPOHA; TOYHOCTh W3MEPEHHBIX MOHOM30TONHBIX MAacc
nocJie TOKaJIMOPOBKY IO MUKaM aBTojiu3a TpurcuHa coctasisiia 0,01% (100ppm).
CrnexTpsl osyvanu B Auana3zone macc 500-6500 m/z, BpiOMpasi MOIIHOCTD Jia3epa,
ONTUMAJIBHYIO JUIA JOCTWKEHUS HaWIydllero paspemenusd. i1 mnoisydeHus
CHEKTPOB (hparMEeHTAllUU WCIIOIb30BaJIM TAHJIEMHBIH PEKUM MPUOOpa, TOYHOCTD
U3MEpPEHUs (PparMEeHTHBIX HOHOB ObLIa HE Xyxke 2/]a.

Nnentudukanuio 0€IKOB OCYIIESCTBIISUIM MPU MOMOIIK MporpaMMmbl Mascot
[http://www.matrixscience.com]. Macc-criekTpsl ObUTH 00pabOTaHbl C MOMOIIBIO
nporpammHoro makera FlexAnalysis 3,3 (Bruker Daltonics, ['epmanus). [lpu
noMoIy nporpaMmbl Mascot (omuusi «HenTUAHBIA (DUHTEPIPUHTY) TPOBENU
nouck B 6aze nanubix NCBI cpenu GenkoB Bcex OpraHM3MOB C YKa3aHHOM BBIIIE
TOYHOCTBIO, C YYETOM BO3MOKHOT'O OKHCIIEHUSI METUOHHMHOB KHUCIOPOAOM BO3/yXa
U BO3MOXKHOM MoaudUKalud [HUCTEUHOB akpwiamMujaoMm rend. KanaunmatHeie
Oeyku, UMeErolre mapamerp AocToBepHocTu score >80 B 0aze maHHbix NCBI
CUMTAIIM OmpeaeNieHHbIMU HajexHo (p<0,05). Taxke ObUIM MOTYyYEHBI CHEKTPHI
dbparmeHTanMK  OTACNBHBIX TenTuAoB. C  UCMOJB30BAaHUEM IPOTPAMMHOTO
obecrieuenusi Biotools 3,2 (Bruker Daltonics, I'epmanusi) nmpoBefeH MOMCK IO
oOvequHeHHBIM  MS+MS/MS  pesynbraram. [lo moiydeHHBIM  CHEKTpam
bparmeHTanM  ObUIM  MOCTPOEHBI  MPEAINOJIaraéMble  AMUHOKHUCIIOTHBIE

IIOCJICA0BATCIIbHOCTH.

2.17. KongoxanbHasi MUKPOCKOIUS
Hcrnonp30Banu KIIETKH, BBIPAIICHHBIC O CEPEAWHBI JIOTapu(PMUIECKOM
KpuBo# pocta. Knetku ocaxknanu u npomeiBaiu B PBS Oydepe (1,7 MM KH,POy;
5,2 MM Na,HPO,; 150 MM NaCl, pH 7,4). Hanee ¢ukcupoBaaIu CMEChIO
MeTaHoJ1/aneToH B cooTHomennu 1:1 B Teuenne 20 mun npu -20°C. 3ateM KI€TKH

ocaXJaJId U TPWXKIbI poMbiBasi Oydepom PBS. Jlanee npoBoauam ruapartaiuio
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KJIeTOoK B Oonbuiom oOveme Oydepa PBS B Teuenme 60 MuH mpu KOMHATHOU
temneparype. Kretku cHoBa ocaxmanu U J00aBISIM  TIEPBUYHBIC
nosnukioHansHeie antutena (HIIA/HIIB) 1:200 B Gnokupytomem Oydepe (2%
BSA, 0,2% Tween-20, 10% rmunepun, 0,05% Na;N B 6ydepe PBS), ocrapmsiiz Ha
Houb mnpu 4°C. Kierkm mnpombiBaim TpwkIel B Oydepe PBS, nobGasisim
BropuuHbie anTutena (Fitc) 1:50, nakyobupoBanm B TeueHue 1 4. KieTrku cHoBa
npomeiBasin Oydpepom PBS. 3atem ¢uxcupoBanu Ha npeamerHom crekie (10-15
Mki1) B 80% raunepune u 0ydpepe PBS.

Cuaumku nenanu Ha mukpockorne Leica TCS SPS. YcnoBust cheMku:

1) xommiekc 0enkoB HIIA/HIiB ¢ antutenamu — Bo30yxaeHue npu 488Hm,

uznydyeHue mnpu 495-570 Hm;

2) xnopoduiut — Bo30yxkaenue npu 633, uznyuenue npu 640-750 Hm.
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I'nasa 3. PE3YJIBTATBI UCCJIIEAOBAHUSA

Ilenpto  gaHHONW  pabOTBl  SIBISUIOCH  ONpEAENICHUE  JIOKAJIU3alluu
ceeronHaynupoBanueix O6enkoB HIIA/HIIB B ®C1 mmanobakrepuii Synechocystis
PCC 6803, a Takke H3ydeHHE BO3MOXHBIX (QYHKIHH 3TuUX OenkoB. s
UCCIIEIOBaHMUsI ObUIM HUCIOJb30BaHbl KJIETKM JUKOTO TUNA W  MYTaHTBHI,
nepurutabie 1o OC2, MmyTanThl, HE oOpasytoutue Tpumepbl @C1, U MyTaHThI, HE

coaepxanue ®C1 u ©C2.

3.1. Comnoouau3anus THIAKOWIHBIX MeMOpPaH U Bble/IeHHe XJ0poduLI-
0eJIKOBBIX KOMILJIEKCOB

TunakonaHble MEMOPAHBI JIM3UPOBAIA MATKUM HEHMOHHBIM JIETEPIeHTOM [3—

DM, ucnons3ysi cooTHOIIEHUE XjIopouut:aereprent 1:15. B npeaBaputenbHbIX
OKCIIEPUMEHTAX I CONIOOMIN3AIMU TUJIAKOUTHBIX MEMOpaH HCIIOJIb30BAIUCH
pasznuuHbie KoHIeHTpauu [B-DM (cooTHomenue xyiopoduint : aereprent — 1:15;
1:18; 1:20). Jns nanpHe#me padoTel ObLJI0 BEIOPAHO COOTHOIIEHUE XJIOPOPHUILT :
nerepredt 1:15, T.K. Mpu 3TOM KOHLIEHTPAUU JTOCTATOYHBIN BBIXOJ XJIOPOPUILI-
OEJIKOBBIX KOMILJIEKCOB COMPOBOXKIAJICS HAMMEHBIIIMM 00pa30BaHUEM CBOOOIHBIX
nurMeHToB. Takas e KoHueHtpauus -DM Oblia ucnonb3zoBaHa B padote Baur ¢
coaBtr. [Wang et al., 2008]. Ilpu dpakunoHUpOBAHUHU XJIOPOPHUILI-OCITKOBBIX
KOMILJICKCOB THJIAKOUIHBIX MeMOpaH nuaHoOakTepuu SynechocystiS ¢ moMoIibko
aHUOHOOOMEHHOM XpomaTorpaduu ObUTM TOJYYEHBI TPH OTACIBHBIX ITHKA,
OXapaKTEePU30BAHHBIX KaK C TTOMOIILI0 A0COPOITMOHHON CIEKTPOCKOIHH, TaK H TIO
coctraBy OenkoB u aktuBHOCcTU DC1. beumn Beimenensr gpaxius TpumepoB OCl,
dbpakius, coaepxkaias MmoHomepsl C1 BmecTe ¢ kommuiekcom DC2, u dpakuus
CBOOOMHBIX xyopodmmoB u  kapotuHounoB (puc. 3.1, a). Copepkanue
xynopodumna B TpuMepax ®C1 KJIETOK AUKOro THIA COCTABISIO B cpeaHeMm 68 =+
4% oT cymMMapHOro Xjopoduiia, T.e. O0IbIas 4YacTh XJIOPOPIIIa TUIAKOUIHBIX
MeMOpaH »ToW MHaHOOaKTepuu Jokainum3oBaHa B Tpumepax DPCIl, kak u y

usydeHnHoi panee Arthrospira platensis [Rakhimberdieva et al., 2001].
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CpaBHeHne (POTOMHIYIIMPOBAHHOTO W3MeHeHus1 mornomenuss P700 B
tpumepax PCl u QPoTOCHHTETHYECKMX MeMOpaHax KIETOK MJHKOTO THUIIa
YKa3blBaJl0 HAa AaKTHUBHOCTh BblACIEHHBIX TpuMmepoB PCl. C nomombio
anektpodopeza B IIAAI' ycraHoOBIEHO, YTO MO COCTaBy OenkoB (pakius
TpuMepoB PCl U3 KIETOK JUKOTO THUINA HWHTAKTHA, T.K. COJEPKHUT BCE
xapakrtepaple g1 DOCl  OenakoBele  KoMmoHeHThl  (puc. 3.1,  6):
BbICOKOMOJIEKYIsipHble PsaA u PsaB u nuskomonekymspusie Oenku (PsaD, F;
Psal; PsaE, C, K u PsalJ, X, I, M). ®pakiuu, coaepxamue MoHoMmepbl ®C1 u
xoMmiieke ®C2, npeacrasiensl Oenkamu odenx (orocucreM. Monomepsr OCl,
MOJHOCTBIO CBOOONHBIE OT mnpumecu DOC2, ObUIM BBIICICHBI M3 KIETOK

Synechocystis, numenabix OC2.

3.2.  Accomunauus 6eaxoB HliA/HIiB ¢ tpumepamu ®C1 Kj1eTOK TMKOT0
THna Synechocystis
C momoIpio BeCcTepH-0J0TTHHTa U3ydain acconuaruio oeinxoB HIiIA/HIIB ¢
tpumepamu OC1 U3 KIETOK JUKOTO THUIIA, BBIPOCIIUX B YCJIOBHUSIX YMEPEHHOTO
ocsemernmst (40 MkMOIb (OTOHOB/M’:c). YcraHoBimeHo, uro Gemku HIiA/HIIB
accolmupoBanbl kak ¢ ¢ppakiuen TpumepoB OC1, Tak u ¢ dpaxiyen, coaepxaien

mounomepsl @C1 u kommaeke DC2 (puc. 3.1, 6).
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Puc. 3.1. Accommanus 6enaxoB HIIA/HIIB ¢ xmopoduin-6eaxoBbivu
KOMIUIEKCAMH THJIAKOMIHBIX MeMOpaH KieTtok Synechocystis mukoro
a)
KOMIUIEKCOB THJIAKOHIHBIX MEMOpaH ¢ MOMOIIbI0 aHHOHOOOMEHHOM

0)
memOpan B SDS-PAGE: 1 — ¢pakiun Nel7-20, 2 — ppakuun Ne24-27, 3

THIIA: npodpuns  QpakuMOHUPOBAaHUSA  XJIOPOPHUILI-OETKOBBIX

xpomarorpaduu; anekTpodoperpaMma  OEJIKOB  THITAKOWIHBIX
— ¢pakuun Ne38-43; 6,2) Bectepu-0s10T ananu3 HIIA/HIIB GenkoB 10 u

IIOCJI€ BO3ACHCTBHUS CBETOBOTO CcTpecCa COOTBCTCTBCHHO.
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Knetkn nmmanobakTepuii TUKOTO THIA MOABEPTalN JACHUCTBUIO YMEPEHHOTO
CBETOBOTO cTpecca. [[isi 3TOro KieTKH, BBIPAIICHHBIE B YCIOBUSAX HOPMAJIbHOTO
cBera (40 MKMONB (DOTOHOB/M®'C), OCBEIIATH CBETOM BBICOKON HHTCHCHBHOCTH
(150 mMxmounb dotoros/mM>-¢, 1 u). benku HIIA/HIIB oGHapyxeHsI BO (paximi,
conepxatieir MoHomepbl OC1 u komrieke PC2 (bpakuuu 17-20 u 23-26), u Bo
¢bpakuuu, conepxkarnieit Tpumepbl PCI1 (puc. 3.1, 2).

YcranosieHo, uto coaepxxkanue HIiA/HIIB B tpumepax ®C1 (ppakuun 40—
43) mocie AeWCTBUS CBETOBOTO CTpEcca yBEIMUYUBaeTCs B 1,7 pa3za mo cpaBHEHUIO

C HCOCBCIICHHBIMHU KJICTKAMM.

3.3.  Accomuamnus 6eiaxoB HliA/HIiB ¢ monomepamu ®C1 y myTaHTa,
aepuuUTHOrO 1Mo PC2

Jliist Toro uro0Ob! mokasath acconuanuto HIIA/HIIB ¢ monomepom ®C1, Obu1
UCTONBb30BaH MyTaHT Synechocystis, mumenusii ®C2 wu coxmepkammii B
TUIakouAaHbix MemOpanax Tosbko DCI. Ilpu  ¢dpakuuoHUpoBaHUM  Ha
AHMOHOOOMEHHOW  KOJIOHKE  XJIOPO(UIUI-OCJIKOBBIX  KOMIUIEKCOB  MYTaHTa
BbIsIBJIEHBI TpHU nuka: TpuMepbl @C1, moHomepbl ®C1 U cBOOOAHBIE TUTMEHTHI.
Kak cnenyet u3 puc. 3.2, a, cogepxanue TpumepoB OC1 nMOHMKEHO OTHOCUTEIBHO
conepkanusi MoHOMepoB PC1 y MyTaHTa IO CPaBHEHHUIO C KJIETKaMU JUKOTO TUIIA,
BBIPAIIICHHBIMA B HOPMalbHBIX ycioBuax (puc. 3.1, a). C momMomipio BecTepH-
omorTrHra mokaszaHo, uro 0enku HIiA/HIIB accoruupoBanbl TOIBKO ¢ (pakiiueii
moHomepoB @C1 u He oOHapyxeHbl Bo ppakiuuu TpumepoB OC1 (puc. 3.2, 6, 6).
Knerku myrtanta 6e3 @C2 ObUIM MOIBEPrHYTH CBETOBOMY cTpeccy (150 MxMomb
doronos/m*-c, 1 u). Ilocme neiictBust cBeroBoro crpecca Oenku HIIA/HIIiB
UAeHTU(GULIMPOBAHBI TaKke BO (pakiuu, coaepxaiieir monomepsl OC1 (ppaxuu
10-14), npuuem coaepxanne HIiA/HIIB yBennunBainocs B 1,2 pasa (puc. 3.2, 2) 1o
CPaBHEHHMIO C KJIIETKAMH, BBIPAIICHHBIMU MPU YMEPEHHOM OcBelieHuu (40 MKMOJIb

doToHOB/M*"C).
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Puc. 3.2. Accoumanus OenkoB HIIA/HIIB ¢ xnopodumui-0enkoBsiMu
KOMILIEKCAaMH THJIAKOMTHBIX MeMOpaH KJIETOK MyTaHTa Synechocystis,
nedurutHoro o PC2: a) mpoduns PpakIHOHUPOBAHUSA XITOPOPUILI-
OCITKOBBIX ~ KOMILJICKCOB  THJIAKOWJHBIX MEMOpaH C  IIOMOIIbIO
aHMOHOOOMEHHOH Xpomatorpaduu; 6) 3iaekTpodoperpamma OelKOB
THakouaHeix MeMOpan B SDS-PAGE: 1 — ¢pakuum Nel0-13, 2 —
bpakuun Ned44-48; 6,2) Becrepu-omor ananuz HIIA/HIIB Genkor g0 u

MIOCJI€ BO3ACHCTBHUS CBETOBOTO cTpecca COOTBETCTBECHHO.
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Bo ¢pakuun, coxmepxameit Tpumepbl komiuiekcoB @DCI, He ymamoch
obHapyxuth Ocnku HIIA/HIIB. BepostHo, 3TO 00YyCIOBICHO TE€M, 4YTO IpPH
nenern @C2  CTpyKTypa THIAKOWJIHOW MeMOpaHbl HapyIlleHa, M W3MCHCHA
CTpyKTypa Tpumepa. [lo-BHIUMOMY, 3TH HM3MCHCHHS MPHUBOAAT K TOMY, 4TO
HIIA/HIIB e wmoryt accoruupoBatbesi ¢ Tpumepamu @C1. OqHAKO CYIIECTBYET
BEPOSATHOCTh TOTO, YTO Yy MyTaHTa ¢ jaeietupoBanHor @C2 0TCyTCTBYET
HeoOxomumocTh cuHTe3a Oenka HIIA/HIIB, T.k. 3meck pabortator Genku HIIC u
HIiD.

Takum o00pa3oM, HCCIEIOBaHUE, NPOBEJICHHOEC HA KJIETKaX MYyTaHTOB
Synechocystis, nepururabix mo ®C2, mokasano, uro 6enku HliA/HIIB moryt ObITh
acconuupoBanel U ¢ MoHOMepamu DPC1, 1 9TO CHHTE3 3TUX OCIKOB UHAYIIHPYETCS

YMEPEHHBIM CBETOBBIM CTPECCOM.

3.4. Accouuanus 0eaxoB HIiA/HIiB ¢ nurMeHT-0€1KOBBIMH KOMILIEKCAMH Y
myTtaHTa APsaL (0e3 TpumepoB ®C1)

Jlns  Toro 4TOOBI BBIICHHTH, CrocoOHel s Oenku  HIIA/HIIB
accounupoBatbcsi ¢ MoHomepamu DPCl um kommiekcom @®C2 B OTCYyTCTBUE
tpumepoB PC1, nzyyanu mytant 6e3 TpumepoB OCI. [Ipu uccienoBaHum KIeTOK
MYTaHTa, BBIPAIICHHBIX B HOpMaJIbHBIX ycioBusx, 0eaku HIiA/HIIB oOHapysxeHbI

BO (ppakmusx, cogepxkanux Monomepsl ®C1 u ®C2 (puc. 3.3, 6).
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Puc. 3.3. Accommanus 6eiaxoB HIIA/HIIB ¢ xmopoduin-6eaxoBbivu
KOMIUIEKCAMH THJIAKOMIHBIX MeMOpaH KIETOK MyTaHTa Synechocystis,
He oOpaszyromero Ttpumepsl PCl: a) npodunp (HpakIHOHUPOBAHUS
XJIOPO(QUIUT-OSITKOBBIX KOMIUIEKCOB THJIAKOMIHBIX MEMOpaH C MOMOIIIBIO
aHMOHOOOMEHHOH Xpomarorpaduu; 6) 37ekTpodoperpamma OEIKOB
tunakouHeix mMemOpan B SDS-PAGE: 1 — dpaxmum Nel9-21, 2 —
bpakiun Ne24-27; 6,2) BectepH-Oior ananu3 HIIA/HIIB Genko mo u

MIOCJIC BO3ACHCTBHUS CBETOBOTO CTpecCa COOTBETCTBECHHO.
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[Tocne neiictBusi cBeToBOro crpecca coaepkanue OenkoB HIIA/HIIB,
cBs3aHHbIX ¢ MOHOMepamu PC1 u kommiekcom OC2, Bo3pacrano B 2 pasa.

Kak panee ObulO MOKa3aHO, MCIOJB30BAaHHBIM CIIOCOOOM HE MOJIY4aeTcs
paznenuts MoHOMEpbl PC1 u ®C2. OnHako pe3ysbTaThl UCCAEAOBAHUIN KIIETOK,
IOJIBEPTHYTBIX BO3JEHCTBUIO CUIIBHOTO CBETA, HECKOJIBKO OTJIMYAIOTCA OT KIIETOK,
BBIPAIICHHBIX Ha yMepeHHOM cBeTy. Mccnenyemsrit 0enok HIIA/HIIB o6napysken
BO BCEX HCCIEAyeMBbIX (Qpakiusx, B TOM 4YHClIe U BO (pakiuu, cojeprKalien
KapOTUHOUIBI.

Takum o6Opazom, B orcyrcrBue TpumepoB DC1 Oenxu HIiA/HIIB

accouuupyrorcs ¢ Monomepamu OC1 u komruiekcom OC2.

3.5. BumsiHMe ycJI0BHUI BHIPAIIUBAHMUS KJIETOK HA ACCOLMAIUIO 0eJIKOB
HIiA/HIiB ¢ tpumepamu ®C1

VYcnoBus BelpaniuBaHus MyTaHTa, AeduuutHoro no ®C2, oTinyaroTcs OT
YCIIOBUI BBIPAIIMBAHUS KJIETOK JUKOTO TUma. T.K. y MyTaHTOB, HE COJEpP KaINX
®C2, HapyuieH pOTOCUHTE3, UX KYJIbTUBUPOBAIIU B CPEJIE, COACPIKABLIECH IITIOKO3Y
B KauecTBE MCTOYHHKA DHEPTHH, MPH HU3KOH HMHTEHCHBHOCTH CBeTa (5 MKMOJIb
doToHoB/M-C). {1 TOrO UTOOBI BBISICHUTE, BIIHSIOT JTH YCIOBHS BHIPAIIMBAHHS
mytanTa Ha accormanuio HIA/HIIB ¢ xmopodumi-0eaKoBbIMH KOMILIEKCAMH,
KJIETKW JTUKOTO TUIIA BBIPALTUBAIM B TEX )K€ YCIOBHUAX, YTO U KJIETKH MyTaHTa 0e3

®C2 (puc. 3.4), 1 3aTeM MOJBEPrayid JSHCTBUIO CBETOBOTO CTpecca.
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Puc. 3.4. Accommanus 6enaxoB HIIA/HIIB ¢ xmopoduin-6eaxoBbivu
KOMIUIEKCAMH THJIAKOMIHBIX MeMOpaH KieTok Synechocystis mukoro
TUTIA, BBIPANICHHBIX B CpPEIE, COJCSPKAIICH TIIOKO3y, W MPH HU3KOM
ocBerieHnH (5 MKMOTb (OTOHOB/M*C): @) mpoduitb (GPAKIIHOHMPOBAHHS
XJIOPOPHIUT-OCTKOBBIX KOMITJICKCOB THJIAKOUIHBIX MEMOpaH C MOMOIIBIO
aHMOHOOOMEHHOH xpomarorpaduu; 6) 3yekTpodoperpamMmma OeIKOB
tunakouHeix MeMOpan B SDS-PAGE: 1 — dpakmum Nel2-16, 2 —
dpakmun Nel19-23, 3 — dpakmun Ne37-40; 6,2) BectepH-OJ0T aHAMM3
HIIA/HIIB ©GenkoB 10 ¥ TOCIe BO3JACHCTBHS CBETOBOIO CTpecca

COOTBCTCTBCHHO.
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C noMoImpbl0 HMMMYHOOJIOTMHTAa HE YJIANOCh HISHTHU(PUIMPOBATH OCIKHU
HIIA/HIIB s B omHOoW w3 (¢pakmuii, colepkamer XIopopuni-OeIKOBbIC
KOMILJICKCHI.

TosbKO TOCHE BO3AEHUCTBUS CBETOBOIO CTPECCAa HA KIETKM JUKOTO THUIA
ynanoch uaeHTudumuponath 0eiaku HIIA/HIIB B coctaBe dpakiuii, comepkamux
MoHoMephl DC1 u ®C2, a Takxke Bo Pppakiuu, comepxkamieit pumepsl GC1 (puc.
3.4, s).

[lokazaHo, 4TO BBIpallMBaHWE B Cpele C TIJIIOKO30M TMpHU HUBKOU
ocBenieHHOCTH He TpuBoauT K otcyrcrButo HIIA/HIIB B tpumepax ®C1 gukoro
tuna. Takum ob6paszom, orcyrcreue HIiA/HIIB B pumepax @C1 myranra 6e3 OC2

HC 06YCJIOBJ'I€HO YCIOBHAMH BbIpAITUBAHHAA.

3.6. Huaykmus HIIA/HIIB B kaeTkax myranTa Synechocystis, ne¢puuurHoro
no ®C1 n ®C2

JIns  Toro 4roOBl BBIICHHTH, cmocoOHel s Oenku  HIIA/HIIB
CHHTE3UPOBAThCI B KJIETKE B OTCYTCTBUE (OTOCHCTEM, H3y4dald MYTaHT,
neuiutheii mo ®C1 u ®C2. Knetku MyTaHTa OBLIM BBIPAIEHBl B TEX K€
YCIIOBHUSX, YTO M KJIETKH MyTaHTa O0e3 DPC2, mociae 4yero ObLIM ITOJBEPTHYTHI
BO3JICHCTBHIO CBETOBOI'O CTpECCa.

[Ipu ¢dpakumoHupoBaHMU JU3aTa TWIAKOMAHBIX MeMOpaH MyTaHTa,
neduutaoro mo ®C1 u ®C2, obHApYKEHBI MUKW, YACTUIHO COBIIAJAIOIIUE C
nukaMu (QpakMOHUPOBAHUS XJIOPODUILI-OETKOBBIX KOMILJIEKCOB THJIAKOUIHBIX
MeMOpaH KJIETOK aukoro tuma. [Ipu wuccrenoBaHMM JaHHOTO MyTaHTa OCJKH
HIiA/HIiB 611 naeHTHGUIIMPOBAHBI BO (GPAKIHIX, COACPIKAIINX OCIIKH.

Takum 00pa3oMm, IIOKa3aHO, 4YTO B OTCYTCTBHE C(OPMUPOBAHHBIX
koMiiekcoB  DPC1 u @C2 mocne BO3AEHCTBUS CUIBHOTO CBETa OOHAPYKEHO

npucytcteue HIIA/HIIB B coctaBe 6e1K0B THIIAKOWAHBIX MEMOpaH MyTaHTa.
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Puc. 3.5. Accoumnanus OenkoB HIIA/HIIB ¢ xmopodumui-0enkoBsiMu
KOMILUIEKCAaMH THJIAKOMTHBIX MEMOpaH KJIETOK MyTaHTa Synechocystis,
nepurutHoro mo P®C1 u DC2: a) npoduns GpakIUOHUPOBAHUS
XJIOPOPHIUT-OCTKOBBIX KOMITJICKCOB THJIAKOUIHBIX MEMOpaH C MOMOIIBIO
aHMOHOOOMEHHOH Xpomatorpaduu; 6) 3iaekTpodoperpamma OelKOB
TUIakouaHeix MemOpan B SDS-PAGE: 1 — ¢pakumm Nel3-17, 2 —
bpakun Ne30-32, 3 — dpakmun Ne36-39, 4 — dpaxkuun Ne47-50; 6)
BectepH-00T ananmu3 HIIA/HIIB 6e1koB mociie BO3IeiCTBHST CBETOBOTO

cTpecca.
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3.7. KondoxaabHas Ja3epHas CKAHUPYIONIAsi MUKPOCKOMHUS KJIETOK TUKOIr0
THNIA ¥ MyTaHTOB Synechocystis

Jns wzydenus cyokierouHou mokanuzanuu HIIA/HIIB GenkoB  Obuin
UCCIICIOBaHbI KJICTKH Synechocystis nukoro Tuma W Tpex MyTaHTOB (MyTaHT Oe3
®C2, myTaHT 6€3 TpUMepoB U MyTaHT, He coaepxkamuidi ®C1 u ®C2) ¢ nomoIbIo
KOH(OKaJIbHOMU JIa3epHON CKaHUPYIOIIEH MUKPOCKOITHH.

Ha puc. 2.6 noka3zaHo, 4TO THJIAKOHUJIHbIE MEMOpaHbl PACIIOIO0KEHBI BJIOJIb
KJIETOYHON MeMmOpaHbl B npucteHouHoM cioe. HIiA/HIiB 6enku coBmagaror mo
JIOKAIM3allid ¢ TWJIAKOWIHBIMA MEMOpaHaMmu, IMO3TOMY KIETKH B IICHTPE MEHEE
OKpAIIIeHbI, YeM Ha Tepu(epur KICTOK. Y CTAaHOBJIEHO, YTO B KJIIETKaX MYTaHTOB
6e3 ¢orocuctem HIIA/HIiIB Oenku oOHapyKeHBI B THJIAKOUJIHBIX MEMOpaHaXx.
Takum oOpa3oMm, U3 MOJy4YeHHBIX daHHBIX ciaeayer, uyro HIIA/HIIB 6enku
CUHTE3UPYIOTCS B KJIETKAX IMAHOOAKTEPHUAX JaKe B OTCYTCTBUE (HOTOCUCTEM. DTO

IMOATBCPIKAACM ITOJTYUYCHHBIC BBIIIC JAHHBIC.

88



Puc. 3.6. KondokanbHasi MHKPOCKOIHUS KIETOK IMaHOoOakTepuu Synechocystis, mocie
ceeroBoro crpecca. AT — gukwmii Tun kierok, AOC2 — myraHt, nepurutHbiii mo OC2,
ADC1 ADC2 — myranT, He coaepxkauuit ®C1 u ®C2, APsalL — myTaHT, HE 00pa3yromui
TpuMepbl. A — KJIETKM B TMpoxojsiieM cBere, (a3oBelii KoHTpacT; b —
aBroduryopecuennus xiaopodpmuia; B — curaan HIIA/HIIB 6enxoB, neTeKTHPOBaHHBIN C
MOMOIIBI0 MOHOKJIOHAJIBHBIX aHTUTEN B coueTaHuM ¢ BropuuHbiMu FITC anTutenamu; I’

— HaJIo)KeHHe curHasoB. bap = 10 MxmM.
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3.8. Omnpenenenue Jokamuzanuu 6eaxoB HIIA/HIIB ¢ momoubio 1BymepHoro
ynextpodopeza u MALDI-TOF

[Ipy QpakuMOHUPOBAHWU JIM3aTa THJIAKOUIHBIX MEMOpaH ¢ MOMOIIBIO
anekrpodopesa B [TAAI' B HATHBHBIX YCIOBUSX yNaJOCh BBIACIHUTH CIETYIONINE
koMmiiekebl (puc. 3.7, a): tpumepbl ®C1, monomepsr ®CI1, kommiekcsr PC2,
IUTOXPOMHBIN KomIuieke, AT®d-a3ubiii komruieke, koMmiuiekc NAD(P)H-xunHOH-
OKCHJIOPEIYyKTa3bl, a TaKKe 30Hy CBOOOAHBIX OCJIKOB, OTICIMBIIUXCS OT
KOMIUIEKCOB B TIpoIlecce BbIIEICHHS U (PpakumoHupoBanus. [lamee ms
pa3fienieHusT KOMILJIEKCOB Ha WX OENKOBBIE COCTAaBJSAIONIME ObUI TMPOBENCH
anextpodopes B [TAAT-JIJIC-Na.

C noMoIibo UMMYHOOI0THHTa ObUTH UaeHTHHUIpoBanbl Oenku HIIA/HIIB
B HECKOJIbKMX KOMIUIEKCaX M B 30HE CBOOOAHBIX OenkoB (puc. 3.7, g). lyisa Toro,
4TOOBI ONPEAETUTh, C KAKUMU UMEHHO KOMIUIEKCAMH U OeJIKaMH acCOLIMUPOBAHbI
uccienyeMble Oenky, Obla MpOBEAECHAa HUIACHTU(PUKAIMSA OEIKOBBIX ISTEH C
nomotisio MALDI-TOF. Pe3ynsTaTsl mpuBeaeHbI B Ta0I. 1 (CM. MpUIIOKEHHE).

Ycranorineno, uro 6enku HIIA/HIIB accoruupoBansl ¢ Tpumepamu OC1, ¢
komruiekcamu @C2 u ¢ monomepamu OC1. Taxxe HIIA/HIIB o6HapyxeHbI B 30HE
CBOOO/IHBIX OEJIKOB, 3TH PE3yNbTaThl MOATBEPKAAIOT MPEANOIOKEHHE O TOM, UYTO
JaHHBIE OCJKW TMPU MCHOJBb30BAaHHOM Ccroco0e ¢paklMOHUPOBAHUS OOJIbIIEH
YacThIO OTJIEJISIFOTCS OT XJIOPO(PHIIT-OETKOBBIX KOMIUIEKCOB H, BEPOSITHO, TOITOMY

OHM HE OB OOHAPYXKEHBI B MPEABIYIIUX UCCIICTOBAHUSIX.
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Puc. 3.7. JlBymepHas »siexkTpodoperpamMma M BECTEpPH-OJIOT aHAIU3

OEJIKOBBIX KOMIUIEKCOB THJIAKOMIHBIX MeOpaH KieTok Synechocystis

JMKOTO TUMA: @) 3neKTpodoperpaMma (GppakiimOHUPOBAHUS XJIOPODUILI-

OENKOBBIX KOMILUIEKCOB TUJIaKOMIHBIX MeMOpaH B ITAAI' B HaTHBHBIX

yCIIOBHSIX; 0) 3nekTpodoperpamma OETKOB KOMIUIEKCOB THJIAKOUTHBIX

memOpan B SDS-PAGE (1-16 — mopsiakoBbie HOMepa OEIKOBBIX TISITEH,

UJICHTUPHUIMPOBAHHBIX € TOMOIIbI0 Macc-ciekTtpomerpun MALDI-

TOF); 6) Bectepu-6s10T ananu3 HIIA/HIIB GenkoB mocie Bo3aeicTBus

CBCTOBOI'O CTpECCAa.
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Puc. 3.8. [IBymepHas onekrtpodoperpamMma H BECTEpH-OJOT aHaIH3
OCJIKOBBIX KOMIUICKCOB THJIAKOMIHBIX MEOpaH KIETOK MyTaHTa
Synechocystis, naedunurHoro mno @®C2: a) snekTpodoperpamma
(paKIOHUPOBAHHS XJIOPOPHIUI-OENTKOBBIX KOMILJIEKCOB THIIAKOHMTHBIX
memOpan B [IAAI' B HAaTUBHBIX YCIOBHAX; 0) 3JeKTpodoperpamma
0€JIKOB KOMIUIEKCOB THJIAKOWAHBIX MemOpan B SDS-PAGE (1-21 —
HOPSITKOBBIE HOMEpa OCNKOBBIX IISITEH, HMCCIICJAOBAHHBIX C TOMOIIBIO
macc-criekrpomerpun MALDI-TOF); 6) Bectepu-6iiot ananus HIIA/HIIB

OCJIKOB MOCIIE BO3JCHUCTBHUS CBETOBOIO cTpecca.
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[Ipu uccnenoBanuu MmyTtanTa, gepuuutHoro no ®C2, OpUM ONpeEIeHbI BCE
KOMIUIEKCHI, COJEpXalluecs B THUIAKOMIHBIX MeMOpaHaX, 3a HCKIIOYCHHUEM
komriekca @C2 (puc. 3.8). B cBsi3u ¢ orcyrcTBHEeM PC2 30Ha CBOOOIHBIX OCITKOB
HECKOJILKO yBEJIMYCHA.

C moMmoIIbl0 KIMMYHOOJIOTHHTA YAaJIOCh YCTaHOBUTH, 4To Oenku HIIA/HIIB
acconuupoBanbl ¢ MoHomepamu DCI1, Takke OTMEUYEH HEOOJBIION CUTHANT B
obnactu TpumepoB OCI1. C nomonisto MALDI-TOF yaanock onpenenuts Oenku
HIiA/HIIiB B 0o01acTu cBOOOTHBIX OCIIKOB.

B wmyranre, He coaepxkamem PCl n PC2, nenetupoBaHbl CIEAYIOLINE
oenku: APsaAB, APsbD,C, APsbB, APsbD,. B c¢Bsi3u ¢ 3TUM OHU HE CHOCOOHBI
oOpazoBbiBaTh KoMIUieKchl OC1 u ®C2, ogHako ObuIM OOHAPYKEHBI OCTaJIbHBIC
KOMIUIEKCHI, Takue kKak ATd-a3uwii komruiekc, komruiekc NAD(P)H-xuHOH-
OKCHUJOPEAYKTa3bl, IMTOXPOMHBIN KOMIUIEKC.

Kak mokazano nHa puc.3.9, oenku HIIA/HIIB o6HapyxeHnsl B obnactu
CBOOOJIHBIX OEJIKOB, KaK M y KJIETOK Jukoro tumna. OnHako, ¢ nmomoiisio MALDI
HE yAaJIOCh UJIEHTU(DUIIMPOBATh U3ydaeMbie Oelku. BeposaTHo, 3TO CBA3aHO C TeEM,
yro kojudectBo OenkoB HIIA/HIIB B reme ObI0 HE3HAYUTEIBHBIM W €TI0
MoJIOKEHUE Ha sJekTpodoperpamme, okpameHoit Kymaccu, ObIIO  TpyIHO
onpenenuts. [Ipu 3Tom npucyrcreue 6enxoB HIIA/HIIB onpeneneHo ¢ momoribio
uMMyHoOoTHHTA (prc.3.9, 2). DTH JaHHBIC MOATBEPKIAIOT MOJTYyYEHHBIE paHee C
MOMOIIbI0 aHMOHOOOMEeHHOW Xpomatorpadguu o ToMm, uro Oenku HIIA/HIIB

MPOAOJIKAIOT CUHTE3UPOBATHCA B KiIeTKE U B oTCyTCcTBUE DC1 1 OC2.
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Puc. 3.9. JlBymepHas »siekTpodoperpaMma M BECTEpPH-OJIOT aHaIU3
OENKOBBIX KOMIUIEKCOB TWJIAKOMIHBIX MeEOpaH KIETOK MyTaHTa
Synechocystis, nepunurHoro mo ®C1 u ®C2: a) snekrpodoperpamma
(bpakurOHUPOBaHUS XJIOPOPUII-OEITKOBBIX KOMILIEKCOB THIIAKOMIHBIX
memOpan B [IAAI' B HaTUBHBIX YCIOBHAX; 0) 3JeKTpodoperpamma
(paKIOHUPOBAHHS XJIOPOPHIUI-OEITKOBBIX KOMILJIEKCOB THIIAKOHTHBIX
mMemOpan B [TAAT" B HATUBHBIX yCIIOBUSIX, OKpamieHHas Kymaccu 250; 6)
anekTpodoperpamma OETKOB KOMIUIEKCOB THJIAKOMIHBIX MEMOpaH B
SDS-PAGE (1-20 - nmopsimkoBble HOMeEpa OENKOBBIX  IISATEH,
UCCJIEIOBAaHHBIX C TOMOIIbI0 Macc-criektpomerpun MALDI-TOF); ¢2)
BectepH-0s10T ananu3 HIIA/HIIB 6enkoB mocie BO3aeHCTBHSI CBETOBOTO

cTpecca.
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3.9. AxrtuBHOCTh ®C1 KJIETOK IMKOr0 THIIA U MYTAHTA, 1e(PMIIUTHOIO 110
®C2, pazauuawmuxcs no coaep:xxanuio oeaxos HIIA/HIIB

Jis ouenku Biaustaus 6enkoB HIA/HIIB Ha doToxumuueckyo akTHBHOCTD
@®C1 uzyyanu cKOpOCTh MEKTPOHHOTO TpaHcnopTa B @C1 KIeTOK AUKOro TUIA U
MyTaHTa, aedunutHoro mo ®C2, ¢ pasnuunbiM conepkanueM HIiA/HIIB 6enkos.
BbIn Mcnonb30BaHbI ABA BapUaHTa CPAaBHEHMUS.

1) cpaBHuBaiu akTuBHOCTH DC1 kneroxk T, y KOTOpBIX HE yAanoch
uaeatudunupoars HIIA/HIIB ¢ momorpio BeCcTepH-0JIOT aHaan3a, ¢ KJIETKaMH
myTtaHTa 6e3 @C2. Knetku /T n MyTaHTa BbIpaliuBaiy P HU3KOM OCBEILEHUU U
B IIPUCYTCTBHUH TITFOKO3BI.

2)  cpaBHuBamu akTuBHOCTH ®Cl y nOHMKOro THIa, BBIPOCIICTO MPH
HU3KOM OCBEIIEHHOCTHU, M y MYTaHTa Mocie JIeHUCTBUsS cBETOBOro crpecca (150
MKMOJIb (pOTOHOB/MC, | 1).

TunakougHsle MeMOpaHbl ObUIM BBIAENIEHBl M3 KJIETOK JHWKOIO TUIA U
myTtaHnta 0e3 @C2, BbIpallleHHBIX NpPH HU3KOM OCBEIIEHUU (5 MKMOJb
dotonos/M*>c, 1 4). B ciydae Myranta 6e3 OC2 KICTKH [OJBEPTald CBETOBOMY
crpeccy (150 Mxmomb (orToHOB/M*c, 1 1) B Tedenme 2 4. DOTOXHMHUECKYIO
aktuBHOCTh DC1 oleHHMBaJM 1O TMOIJIOIIEHUIO KHUCIOpOAa B pe3ysbTare
TpaHcnopTa AiekTpoHa oT AoHopHou napel (DCIP/ackopbunoBas kucinora) uepes
®C1 k metunsuosioreny (MB), koTopslii mocie (hOTOBOCCTAHOBIEHUS OKUCIISIETCS
KUCIOpOJOM. TuinakoujgHble MeMOpaHbl BHOCWIM B SYEHWKYy, TaK YTOOBI
KOHLIEHTpaus xJiopoduiia cocrapisia 20 MKI/MIL.

CKOpOCTh DJIGKTPOHHOTO TpaHCIOPTa BbIpakadd B MKMOJb O,/d-Mr

xjopodua.
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Puc. 3.10. ®oroxumuueckas aktuBHOCTh PC1 THIAKOMAHBIX MeMOpaH
kierok Synechocystis nukoro tuna ([T) u myranTa, HeUIHUTHOTO MO
®C2 (A®C2) . Unr. Crer — 150 MkMonb GOTOHOB/M>c, B Teuenne | d.
B otcyrctBun HIiA/HIiB 6enkoB — «HIliA/HIiB-», B mnpucyrctBuu
HIiA/HIiB 6enkoB — «HIiA/HliB+». MB — metunBuonoren (moay4deHo

coBMmecTHO ¢ }O.B. BonbrueBiieBoii).

C 1noMmoIpl0 U3MEPEHHUS] METUJIBUOJIOTEH-3aBUCUMOTO  IMOTJIOIICHHUS
KHCJIOpOJA ITOKA3aHO, YTO CKOPOCTh 3JIEKTPOHHOro TpaHcroprta yepe3 OC1 y
myTaHTa 6e3 @C2 3HaUUTENHHO BhIIIE (B 4 pa3a), 4eM Yy KJIETOK JIUKOTO TUMa (puc.
3.10).

Panee Obuto mokasano, uto conepkanve HIIA/HIIB y myranra 6e3 ®C2 B
YCIIOBHUSIX CBETOBOT'O CTpecca Bo3pactaeT B 1,2 paza. OOHapy)eHO, 4TO CKOPOCTh
AIIEKTPOHHOTO TPAHCIIOPTa y MYTaHTAa, BBIPOCIIETO MPU HU3KON OCBEIIEHHOCTH,
MoCJIe CBETOBOTO cTpecca yBenuumBaercs Ha 15-17 % (puc. 3.10), uytO
Koppenupyet ¢ ypenuuenuem conepkanus HIliA/HIiB 6enkoB B ycnmoBusx crpecca
(puc. 3.2). Hamm pe3yibTaThl COrIacyrOTCs ¢ OMyOJIMKOBAHHBIMHU paHee JaHHBIMU
JIMTEPATyphl, TOJIYYCHHBIMA Ha MyTaHTax Synechocystis, nmumennsix Hli 6enkos.
Takum o6pazom, HIiA/HIIB Oenku BakHBI UIsi ONTHMAaIbHON (OTOXUMHYECKOM
aktuBHOCTU DCl.

OO0HapyxkeHbI cyliecTBeHHbIE OTau4rs B akTuBHOCTH PC1 y nukoro tuma u
myTtanta 6e3 ®C2 (B 3-4 paza), KOTOpbIE, BEPOSITHO, CBSI3aHBI C COAEpPKaHUEM
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oenxoB HIiA/HIIB. He wuckitoueHo, 4TO JOKalbHBIE W3MEHEHHS B CTPYKTYpe
MUTMEHT-0CNKOBBIX KOMIUJIEKCOB MPUBEIM K BO3PACTAaHHIO €Tr0 PBIXJIOCTH U
WU3MEHEHHUIO CPOJICTBA K JIOHOPAM M aKIEIITOPaM.

[ToBbiiennas aktuBHocTh PC1 (yBenuuenue Ha 12-15% + 5) y MmyTaHTOB
6e3 ®C2 mociie CTPecCOBOTO NEHCTBUS KOPPEIUPYET C YBEINUCHUEM COACPKAHHSI
HIIA/HIIB. Dto MoXeT CBHIETEIIBCTBOBATE O 3alUTHOU posu 6enko HIIA/HIIB.

IIpu wm3mepennn Ha [IAMe axtuBHOCTM PCl KIETOK AMKOrO THIA H
myTaHta 0e3 @C2, BBIPOCHIMX TpPH HU3KOM CBETE, IMOKAa3aHO, YTO CKOPOCTh
TeMHOBOTO BoccTtaHoBieHuss @Cl u y aukoro tuma u y myranta 0e3 DPC2

OMHAKOBOE.

" l - CBET T
1,0 = — ADC2

AI¥107

+ CBET

-0,2 l L] l L] l L] l v ' v l L] l
0 20 40 60 80 100 120

Bpewms, ¢

Pucynok 3.11. AxtuBHocts @C1 knerok Synechocystis aukoro tumna u
MyTaHTa, aepunurHoro mo @OC2, BBIpOCHIMX TpPU HHU3KOM CBETE

(mosryueno coBmecTHO ¢ FO.B. bonbrueBiieBoit).

[lo-Bumumomy, paznuuue B CKOpPOCTH mnorjiomeHus kuciaopoga PCI

MOSIBJISIETCSI HE 32 CYET M3MEHEHHUSI CPOJICTBA MUTMEHT-0enkoBoro komiuiekca ®C1
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K JJOHOPY, a 32 CYET W3MEHEHHUS CPOJICTBA MUTMEHT-0enkoBoro komriekca OC1 k
aKIenTopy.

B03MOXHO, 9TO METHJIBHOJIOTEH (a TaKXe KUCIOPOM) Jerde MPOHHUKAET K
®C1 3a cuer OomnblIeld CTPYKTYpHOW  JIOCTYIMHOCTH KOMIUIeKca. BeposiTHo,
onaromaps HIiA/HIIB, ®C1 wmyranra, aedpunutHoro mno DC2, mnomydaer
BO3MOXKHOCTh COpAachiBaTh JJIEKTPOHBI Ha MeETWUJIBUOJIOreH ObicTpee, yem DCl

KJICTOK JUKOI'O THUIIA.
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I'nmasa 4. OBCYXXJIEHUE PE3YJBbTATOB

B otnuune ot BeicmMX pacTeHuil y nnanodakrepuit 10 80% xmopodusuion
KJIETOK Jiokanu3oBaHo B komiuiekce @C1 [Rakhimberdieva et al., 2001], xoTopsrii
CYIIECTBYEeT B THJAKOMJAX MPEUMYIICCTBEHHO B Buie TpumepoB [Shen et al.,
1993; Kruip et al., 1999; Karapetyan et al., 1999; Kapanersa u ap., 2014].
[Ipennonaratior, uyto Hamuuue TpumepoB DPCl HeoOXxomumo nsg  Oombleh
CTaOMJIBLHOCTH KOMILICKCA M 3amuThl oT (oromectpykuuu [Wang et al., 2008;
Karapetyan et al., 1999]. B cocraB Xmopoduui-0eIKOBbIX KOMILUICKCOB
TUJIAKOUIHBIX MEMOpaH KpOME€ KOpPOBBIX OelkoB, Takux kak PsaA, PsaB, u
HU3KOMOJIEKYJISIPHBIX O€JIKOB BXOJST JIOTIOJHUTEIbHBIE OCNKH, Takue Kak I[siA u
Hli. B pabore wuzyuanu accommanuio HIIA/HIIB ¢ xmopodunin-06enkoBsiMu
KOMILJIEKcaMu  TpuMepoB U MoHoMepoB DCl  TunmakouaHelx  MeMmOpaH
nmanoo6akrepun Synechocystis PCC 6803. BosbIIMHCTBO CTaTeH, MOCBSIIEHHBIX
U3ydeHuto Jokanuzauuu OenkoB HIi B xiopoduimi-0enkoBbIX KOMILIEKCaX,
CBS3aHO C wHccienoBanueM ux Jokanumzaugun B PC2. [lokazaHo, 4TO
ceerounayuupyemeie O0enku HI1A/HIiB nokanuzoBansl B @C2 numanoOakTepuit
[Yao et al., 2007; Promnares et al., 2006; Hernandez-Prieto et al., 2011; Yao et al.,
2012; Sinha et al., 2012]. Ipennonarator, uro 6enxku HIiA/HIiB y4actByroT B
cTabMIM3aluu XJopoduiuia 1js ero NOBTOPHOTO MCHOJIb30BAHUS MPU perapainu
noBpexaeHHoro komiiekca ®C2 u OuWoreHese BHOBb CHHTE3UPOBAHHBIX
xoMmiiekcoB DC2 [Staleva et al., 2015; Hernandez-Prieto et al., 2011; Yao et al.,
2012]. TIpotuBopeuuBbie NaHHBbIE ObUIM ToOJydeHBbI O Jokanuzanuu HIIA/HIiIB B
®Cl1. Tak, Obuto oOHapyxkeno, uro Oenku HIIA/HIIB nHe cBszansr ¢ DCI
Synechocystis [Hernandez-Prieto et al., 2011]. C apyro#i cTropoHsbI, MOKa3aHo, 4TO
oenku HIIA/HIiB conmepxarcs B Tpumepax ®Cl m He O0OHaApYXHBaIOTCS B
moHomepax ®C1 nmanobakrepuu [Wang et al., 2008]. Hamu ycTaHOBIIGHO, 4TO
oenku HIiA/HIiB accomuupoBansl ¢ Tpumepamu ®C1 U3 KIETOK, BBIPAIIEHHBIX
Py HOPMAJIBHBIX YCIOBUAX, U HMX COJEp)KaHWE yBenuuuBaercs B 1,7 pasa B

YCIIOBUSIX CBETOBOTO cTpecca. Hamm pe3ynbTaThl coryacyrorcs ¢ AaHHbIMH Wang
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c coaBT. [Wang et al., 2008] orHocurenpHo Hanmmuus OenkoB Hli B Tpumepax ©C1
KJIETOK JIUKOTO THUIIA B CTPECCOBBIX ycioBusax. B pabore Wang ¢ coaBt. [Wang et
al., 2008] 6enxu Hli He oOHapyskeHBI BO (dpakiuu, coaepxkaiieir Monomepsl OC1
u komruiekc @DC2, 4YTro, BO3MOXKHO, OOYCIOBIEHO (DOTOAECTPYKIMEH TpHU
WCIIOJIB30BaHUN CHJIBHOTO cBeToBOro crpecca (200—400 MKMOIb (1)0TOHOB/M2’C B
teyeHue 12 4). CXoHbIe C HAIIUMHU pe3yJIbTaTaMu JaHHbIE O IPUCYTCTBUH OETIKOB
HIiA/HIiB B kneTkax, BBIpalleHHBIX MPH HU3KOW HHTEHCHBHOCTH CBETa, OBLIU
I0JIy4eHbI B paHee onyOIMKoBaHHOM pabote Yao ¢ coarT. [Yao et al., 2007].

[Tpu wuccnemoBanuu MytaHTtoB Synechocystis 6e3 ®C2 Hamu BIEpBBIC
MOKAa3aHO, 4YTO B KIETKaX I[MaHOOAKTEepUil, BBIPAIICHHBIX B HOPMAJIbHBIX
ycioBusix, Oenku  HLIA/HIIB  accomuupoBanst ¢ MoHomepamu — DOCl1
UAHOOAKTEPUH, W HX COJEpPKAHUE YBEIUUYMBACTCA B YCIOBUAX CBETOBOIO
cTpecca. ITU JaHHBIE COTIACYIOTCS ¢ pabOTOM, MPOBEACHHON Ha KJIETKaX BBICIIMX
pacTeHui. bbuTo MOKa3aHo, YTO PBOJIONUOHHBIN romosor Hlip — ogqHOCTIMpanbHBbIif
oemok Ohp Arabidopsis thaliana — cBszan ¢ monomepom @®C1 [Jansson et al.,
2000].

Pa3HOpeunBOCTh MOJyYEHHBIX JTAHHBIX MOXET OBbITh 00YCJIOBJIIEHA TEM, YTO
BpeMsi oO0HoBIeHUs OenkoB PC1 cymectBeHHO npeBbimiaeT TakoBoe B DC2 [Yao
et al.,, 2012]. U3-3a sTOrO comepikanue aomoaHUTETbHBIX OeaxoB HIiA/HIiB,
YYaCTBYIOIIUX B peyTWIM3aluu xjopodmuia u accoruupoBanubix ¢ @CI1, Huxke,
yem B @C2. Bo3MOXHO, UX COjep>KaHUE HUKE YPOBHS OOHAPYKEHHSI METOJIOB,
UCIIOJB3YyeMbIX B paborax. Kpome TOro, oOTau4yusi MOTYT OBITh BBbI3BaHbI
pa3IMYHBIMK YCIIOBUSAMHU KYJIBTHBHpOBaHUS KieTok [Yao et al., 2012]. Cea3p Hli
6enkoB ¢ MoHOMepamu U TpuMmepamu PC1 He KaKeTcsl yIMBHUTEIBbHOMN, T.K. OHH,
MO-BUIMMOMY, MOT'YT BBITIOJIHATEH (DYHKIIMY 3aMlaCaHus U COXpaHEHUs XJIopoduiiia
U SBIATHCS Oelkamu-TiepeHocYrKkaMu xjopodwmmia npu HapymeHusx DPCl u
CHHTE3€¢ HacleHTHbIX KomruiekcoB DCI1, kak sto mnpeanosaraercsa s DC2.
Cuuraercs, uro Hli Oenku y4acTByIOT B CHCTEME KOOPAMHUPOBAHHOM JTOCTaBKH

IIMI'MCHTOB u BHOBb CHUHTC3UPOBAHHBIX aroOeNKoB Inpu OuoreHese
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dorocunternueckux kKomiuiekcoB ®C1 u PC2, ymeHbllas PHUCK HAKOIUJICHHS
doroTokcHUHBIX HecBsi3aHHBIX Xiopoduitos [Chidgrey et al., 2014].

Kak cnenyer wu3 nHammx pgaHsbix, Oenku HIIA/HIIB  moryt ObITh
acCOLMUPOBAHbI KaK ¢ MOHOMEpaMHu, Tak u ¢ Tpumepamu OCI1, uTo npeamnonaraer
JIOKAIU3alMI0 calTa CBS3bIBAHUS 3TUX OEJNKOB Ha moBepxHocTu MoHoMepa DCl,
HE PKpaHUpyeMoil npu ojguromepusanuu. CxoaHas JIOKaau3alus Ha TOBEPXHOCTH
®C1 xapakTepHa U JijIs JonoJHUTEIbHOTO Oenka IsiA [Boekema et al., 2001]. I1pu
uccienoBanuu MytantoB 6e3 ®C2 Hamu ycrtaHoBieHo, yto 6enku HIiA/HIiB ne
accoruupoBanbl ¢ Tpumepamu OCI1. ToT (akT, 4TO OTHOCUTEIBHOE COACPKAHUE
TpumepoB OCI1 B kieTkax myTtanTta 6e3 @C2 1o CpaBHEHUIO C KJIETKaAMU JUKOTO
tuna cHuxeHo (puc. 3.1, a u puc. 3.2, a), CBUACTEILCTBYET B IIOJIb3Y
MPEANOJIOKEHUS] O BaXKHOCTH mpucyTcTBusi OenkoB HIi nns  crabunmuzanuu
tpumepoB ®C1 [Wang et al., 2008]. Tpumepsr ®C1, BbIIC/ICHHBIC M3 KICTOK
nuKoro tumna u mytanra 6e3 ®C2, 6putn HOTOXUMUYECKHA aKTUBHBI.

He wuckmiodeHo, 9TO CyIIECTBEHHBIE M3MEHEHHUs CTPYKTYpPbI XJIOPOQHILI-
OEJIKOBBIX KOMILUIEKCOB THJIAKOMIHBIX MeMOpaH y MyTtaHToB 0e3 ®C2 [Van de
Meene et al., 2012] npensrcrBytot cBsizeiBanuto HIiA/HIIB ¢ tpumepamu ®OCI.
[To-Buaumomy, naenenust OC2 BBI3BIBACT HAPYIIEHUE CTPYKTYPHI XJIOPOQPHUILI-
OEJIKOBBIX KOMIUIEKCOB THJIAKOMJIHOW MeMOpaHbl W/UIU WU3MEHEHHE CTPYKTYPHI
tpumepa @DCI, u 310 npuBogut Kk ToMy, uro HIA/HLIB we w™oryr
acconuupoBatbca ¢ Tpumepamu PC1 y myranta 6e3 ®C2. Ha usmeHeHus B
CTPYKType (PYHKIIMOHATBHOTO METAaKOMIUIEKCa, COCTOSIIET0 U3 AaHTEHHOTO
komiutiekca ukoommmcom, @C1 u ®C2 [Liu et al., 2013], yka3bIBalOT JaHHBIC 110

coJiep ka0 (PUKOOUITHUCOM (MAKCUMYM TIOTJIOMEHUS 625 HM).
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Puc. 4.1. CnexTpbl oriomieHus KieTok Synechocystis mukoro Tuma u
mytanta, aepuuutHoro no ®OC2. CnexkTpsl HOPMHUPOBAHBI IIPU

MaKCcUMyMe ToTJIomeHus Xjopodumia (680 HM).

Cynst mo crnekTpaMm TMOIJIOMICHHs KJIETOK I[MaHOOAKTEepUM AUKOrO THUIMA U
MyTtanta 6e3 ®C2, HOPpMHPOBAHHBIX B MAaKCUMyM€ MOTJIOLIECHUS XJIOpoQuia,
comepkanne (pukoduaucoM y myranta 6e3 ®C2 BaBoe BHINIE, YeM B KIIETKax
nukoro tuma muaHoOaktepuin (puc. 4.1). Ilo-Bumumomy, npu geneuun DOC2
CTPYKTypa METaKOMIUIEKCa THJIAKOUTHOW MEMOpaHBI CYIIECTBEHHO HapyIleHa,
YTO TaKXEe MOXKET NPUBOIAUTH K H3MEHEHHUsIM B CTpykType Tpumepo DCl,
npensTcTByronmmM accouuanuu 6enxkos HIiA/HIiB.

Jl7is TpOBEpKU MPEINOIOKEHUS O TOM, YTO YCIOBUS BBIPAIIIMBAHHS KJIETOK
He npuBoAaT K aenenuu 6enkoB HIiA/HIiB B tpumepax ®C1, ki1eTKu JUKOro THIIA
OBLIIM BBIPAILEHBI B TEX K€ YCIOBHsX, yTo U MyTaHT 6e3 ®C2. benku HliA/HIiB
ynajgochk uaeHtuduuuponarb B TpuMepax ®C1l kIeTok AUKOro TUMa IMOCIHe
BO3JICHCTBHSI CBETOBOTO cTpecca. Takum 00pa3oMm, BeIpal[MBaHUE KIETOK B CPEZIE C

[JIFOKO30M TPHU HU3KOW OCBEIICHHOCTH HE BIMSET Ha acCOLMAINI0 OEJIKOB
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HIIA/HIiB ¢ xnopo¢uii-0enkoBbIMU  KOMIUIEKCaMH. TOJBKO — HapyIICHHUS,
CBSI3aHHBIC C MyTaluen - oTcyTcTBueM DC2, BBI3BIBAIOT U3MEHEHHUS B aCCOLMAIUU
Hli ¢ tpumepamu @C1. Kak cnenyer u3 puc. 3.2, B, y mytanta 6e3 ®C2 HIiA/HIiB
AKCHPECCUPYIOTCS Ja)ke MPU HU3KOM OCBEIICHUHU (5 MKMOJIb CI)OTOHOB/MZ‘C), B
OTIIMYME OT KIETOK JUKOrO0 THIA, Yy KOTOPBIX B OTUX YCJIOBHUSIX HE
oOHapy>xkuBatotcs 6enku HliA/HIiB (puc. 3.4, 6). 910 CBUIETENBCTBYET O TOM, UTO
MyTaHT OoJiee TIOJBEPKEH CBETOBOMY CTPECCY, M SKCIIPECCHS CTPECCOBBIX OETKOB
HIiA/HIiB y myTanTa mHAyHUpyeTcs AaXKe B YCIOBHUSIX HH3KOM OCBEIIEHHOCTH.
Cxonnas skcrmpeccus HIiIA/HIIB npu HM3KOM OCBELIEHHOCTH MOKazaHa ISt
MyTaHTOB, uiieHHbIX PC1 [Wang et al., 2008; Hernandez-Prieto et al., 2011].

Jlns BBISIBIIGHHST BO3MOKHOM B3anMo3aBucumocTH accoruaiuu HIIA/HIIB ¢
MoHoMepamMu U TpuMepamu DPC1 Obu1 mM3yueH myTtaHT Apsal, He coaepkaiuii
tpumepoB DC1. OOGHapykeHo, uTo orcyTcTBUE TpumepoB PC1 He Biuser Ha
ces3piBanue OenkoB HIiA/HIiB ¢ monomepamu ®@C1 u kommiiekcamu OC2. Ilo-
BUJIMMOMY, U3MCHEHHUS B THJIAKOWTHOW MeMOpaHE W3-3a OTCYTCTBUS TPHMEPOB
®C1 He SBISIOTCA CTOJIb 3HAUYUTEIBHBIMH M HE TPUBOAIT K HM3MEHEHHUSM B
cBs3biBaHuM OenkoB HI1A/HIiB ¢ apyrumu xnopodusmi-0eIKkoBbIMU KOMIUIEKCAMU
THUJIAKOUJIOB.

Takum 00pa3om, Ha OCHOBAaHUY HAIIMX PE3YJIHTATOB MOYKHO 3aKIFOUUTh, YTO
oenku HIIA/HIiIB moryt cBsI3bIBaTbCd C OCHOBHBIMHU XJIOPO(UIUI-OETKOBBIMU
KOMITJIEKCAMH THJIAKOMJIHBIX MeMOpaH 1maHobaktepuit: MoHomepamu DCl,
komruiekcom @C2 [Yao et al., 2007] u tpumepamu OC1. Accoumarus HliA/HIiB
kak ¢ OCI1, Tak u ¢ @C2 yka3plBaeT Ha UX YHHBEPCAJIbHbIE (DYHKIIMU B 3aILUTE

dboTocucTem MUaHOOAKTEPUH.
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3AKJIIOYEHUE

CBeT sBISETCA UCTOYHUKOM DHEPTHU, 00CCTICUMBAIONICH POCT pacTEHUH 3a
cuer gorocuHTe3a. ONHAKO CBET 00JIajaeT W HEONIAronpuUsITHHIM JIEUCTBHEM Ha
pacteHusi. M30BITOUHBIA CBET, MOTJIOMIEHHBIA (DOTOCMHTETUUYECKUM aIllapaToM,
CTUMYJIMPYET 0Opa30BaHUE BPEIHBIX JJI PACTEHHUM aKTUBHBIX (POPM KHUCIOpOJa,
YTO MOXET NpPUBECTH K (GOTOASCTPYKUMH. BaxkHylo poiib B 3amiure
(OTOCHHTETUYECKOTO  ammapaTa IHaHOOAKTepUi OT JECTPYKIMH WUTPAIOT
CBETOMHAYLHUpYeMble cTpeccoBble Oenku Hlip, koTopeie HeoOXoauMmble st
BBEDKMBAHWS OPTaHU3MOB B YCIIOBHSIX BBICOKOW MHTCHCHBHOCTH CBeTa. B pabore
Obuta wu3ydena acconumarus HIA/HIIB  GenkoB ¢ ximopoduini-OeKoBEIMU
KOMILIeKcamMu  TpuMepoB u  MoHoMepoB DCl1  TunakougHbeix MeMOpaH
muaHoOakrepun Synechocystis PCC 6803.

Hamu ycranosieno, uto HIIA/HIIB Genku acconumupoBaHbl ¢ TpUMEpaMu
®C1 KJIETOK IUKOTO TUIA, BHIPAIICHHBIX TPU HOPMAJIBHBIX YCIOBHUSAX OCBEUICHUS,
U UX COoZeprKaHue yBeanunBaeTcs B 1,7 pa3a B yCIIOBUSIX CBETOBOI'O CTpecca.

Bnepsrie mokazano, uro Oenku HIiA/HIiB accouunpoBanbl HE TOJBKO
Tpumepamu, HO U ¢ MoHoMmepamu @DCl umaHoOakTepuii, 4TO MpeAnoaraer
JIOKAIN3allMI0 CalTa CBSI3bIBAHUS 3TUX OENKOB Ha moBepxHOCTH MOoHOMepa DCl1,
HE PKpaHUPyeMOU Ipu 00pa3oBaHUU TPUMEPA.

B xone Hacrosimieil padoThl ObUIO MOKA3aHO, YTO BHIPAIIMBAHUE KIIETOK B
cpelie C TJIFOKO30M MpU HU3KOW OCBEIICHHOCTH HE BIMSAET HAa aCCOIUAIIUIO OEIKOB
HIliA/HIiB ¢ xnopoduin-6enKkoBbIMH KOMILIEKCAMHU.

Ha myrante ApsalL, ne coumepxamiem TpumepoB PCI1, oOHapyX eHO, 4TO
orcyrctBue TpumepoB ®Cl nHe Bmmser Ha cBsizpiBanue OenkoB HIIA/HIIB ¢
Monomepamu OC1 u komruiekcamu OC2.

Ha myrante, He conepxamem ®C1 u ®C2 (A PsaA, A PsaB, A PsbDI, A
PsbC, A PsbDII, A CP47), nokazano, uro HIIA/HIiB Genku oOHapykuBaroTCs B
cocTaBe OEJIKOB TUJIAKOUIHBIX MEMOpAH MyTaHTa. DTO MO3BOJISIET MPEIOIOKUTH,

gyro HIA/HIIB Genku momMumo 3amuThl (OTOCHHTETHYECKOTO armapara oOT
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U30BITOYHOTO CBETA BBIMOJHIIOT JPYyrHe KIETOYHbIE (PYHKIIMHM, TaKUE Kak,
HaIlpUMED, PErysiuus OMOCHHTE3a XJIOPODHILIA.

CpaBHenue (oroxumuueckoir aktTuBHOCTH DPC1 y KIETOK, coaepKalux U
He cogepxamux HIiA/HIiB 6enku, yka3piBaeT Ha BaXXHYIO POJb 3TUX OCNKOB AJIs
ONTUMAIbHON aKTUBHOCTH (DOTOCHUCTEMBI.

Taxum o6pa3oM, Ha OCHOBAaHMH HAILUX PE3YJITATOB MOXKHO 3aKJIIOUUTh, UTO
HIiA/HIiB Genku MOTYT CBSI3BIBaTbCSI C OCHOBHBIMHU XJIOPO(UILI-OEIKOBBIMU
KOMIUIEKCAMHM THJIAKOMAHBIX MeMOpaH nuaHoOakrepuii: ¢ MmoHomepamu ®PCl1, ¢
koMiiekcoM PC2 u ¢ tpumepamu PCI1. Accommanus HliA/HIiB GenkoB kak c
®CI1, tak u ¢ ®C2, yka3plBae€T HAa WX YHUBEpPCaJbHble (PYHKIMU B 3aIIUTE
dboTocucTeM  IHMAaHOOAKTEPHH. [To-Bumumomy, HIi  Oenku  sBastoTCS
NEPEHOCUUKAMH XJOpopmijla W Yy4YacTBYIOT B 3alacaHMM H COXPaHEHUHU
xjJopopmisia npu OuoreHeze U (HOTOAECCTPYKIMH XJIOPOPUILI-CBAZBIBAIOLINX
oenkoB OC1 u OC2.

HccnenoBanue JOKanW3alldd CTPECCOBBIX CBETO-MHIYLIMPYEMBIX OEJIKOB
UMEET HE TOJBKO CaMOCTOSITENIbHBIN Hay4yHbIH MHTEpPEC, HO U PaCIIUPSIOT
MPEICTaBICHUS O 3aluTe (OTOCHMHTETUYECKOTO ammapara oT (POToIeCTpyKIIUH.
OTU JaHHBIE MOTYT OBbITh HCIOJB30BaHbl JJI M3YyUEHUS PEryJsIUH MPOLECCOB
doToCHHTE3a,  ONPENENSIOUMX  MPOAYKTHUBHOCTh  CEJbCKOXO3SMCTBEHHBIX

pacTCHUM.
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BbIBO/IbI

[Ipy  oNTUMAaNBHBIX YCIOBUSAX OCBEUICHUS  CBETOMHAYIIUPYEMBIC
HIiA/HIiB Genku oOHapyXeHbl B THIAKOMAHBIX MeMOpaHax KIIETOK
JUKOTO THIIA, a Takke MyTaHTOB Synechocystis 6e3 ¢orocucreMbr 2
(®C2), 6e3 obeux GOTOCUCTEM U HE COJEPXKALIUX TPUMEPHI
dotocucremsl 1 (OC1).

Bnepseie nokazano, uro HIiA/HIiB Genku accoruupoBaHbl HE TOJIBKO C
TpUMeEpamu, HO U ¢ MoHOMepamu OC1.

[Toka3zaHno, uro orcyrcTBUe TpuMmepoB ®C1 y myranta ApsaL He BiusieT
Ha accoumarnuio HI1A/HIiB 6enkoB ¢ monomepamu ®C1 u KoMIuIeKCOM
DC2.

. YacTuuHbIi TIepexo] IUaHOOAKTepUil Ha TeTepoTpodHOE MUTAHUE HE
BiuseT Ha cBetoByro uHaykiuo HIIA/HIIB Genkos.

OOHapykeHO, 4TO B THJIAKOMIHBIX MeMOpaHax MyTaHTOB Synechocystis,
He coaepxkammux @OC1 u kommiaeke @OC2, HIIA/HIIB 0Oenku
MPUCYTCTBYIOT. DTO IO3BOJISICT MpeanoiaoxuTh, uro HIIA/HIIB 6enku
BBITIOJIHSAIOT pa3HOOOpA3HbIE KIETOYHBIE (PYHKIIUH.

Ha ocHoBanuu mnonydeHHbIX JaHHbIX O ToM, uto HIIA/HIiB Oenku
HAxXOJATCA B AaCCOIMMPOBAHHOM COCTOSSHMM Kak C TpUMEpaMU W
MOHOMepaMH (POTOCHCTEMBI 1, Tak M C KOMIUIEKCOM (OTOCHCTEMBI 2
BBIJIBUHYTO TPENINOJIOXKEHNE 00 YHUBEpPCAIbHO POJIM ITHX OEJIKOB B
3amuTe (POTOCHHTETHUYECKOTO armapara oT U30bITOYHOTO CBETA.
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BJAT'OJAPHOCTH

Jlannast pabora crajma BO3MOXKHa Ojarojapst HOAJEPKKE CO CTOPOHBI
HAyYyHOr0 PYKOBOAMTENS — 3aBeayrouleil naboparopun Ouosnepretuku «OULL
buotexnonorun» Wuctutyra Oumoxumuu um. A.H. baxa PAH, noxrtopa
Ouonornueckux Hayk, mnpodeccopa Hanexnsl IlerpoBusl IOpunoil. Ouenb
npusHarenbHa Hanexne [letpoBHE HE TOIBKO 3a MPEIJIOKEHNE HHTEPECHON TEMBI
JUIS WCCJEeNOBaHUM, HO M 3a IOCTOSIHHOE BHUMaHHE K paboTe, IOMOIIb,
B3aMOIIOHMMAaHHE, 3a o0ydeHue OoJIbIIOMY  JUamna3oHy COBPEMEHHBIX
OMOXMMHUYECKUX U MOJIEKYIISIPHO-OMOJIOTMYECKUX METO/IOB.

Xody BBIpa3uTh INIYOOKYIO0 OJIarOJapHOCT M JIPYTUM COTPYAHUKAM
naboparopun OMO’HEpreTukd, a wuMeHHo mpod. Hapacapny Baranosuuy
KapamnersHy 3a 1eHHbIE TPEMJIOKEHHS] B HAlpaBJICHUU HCCIECIOBAHUMH,
MHTEPIIPETALNIO TOJYYEHHBIX PE3YJIbTaTOB U MOJJIEPKKY, a Takxke K.0.H. FOmuu
BrnagumupoBHe bBosblueBnEeBoil 32 NOMOIIL B IPOBEAEHUM  HEKOTOPBIX
MCCJIEIOBAHUI M BCECTOPOHHIOIO ITOMOIIb B MPOLECCE BBINOJIHEHUS PA0OTHI.

ABTOp OnarogapuT BEIyIIEro HAYYHOIO COTpyAHHKA buojormueckoro
¢dakynpreta MI'Y um. M.B. JlomonocoBa n.6.H. Enanckyro W.B. 3a
IIPEIOCTABIEHUE MAaTEPUAIIOB JUISl HCCIIEAOBAaHUM.

PabGoTta BemmonHeHa npu mnopaepxkke rpanta PODU No 13-04-00533 wu

[Tporpammer 1.711 Tlpe3uanyma PAH «MonekynspHas U KieTouHasi OMOJI0TUs».
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Tabmuna 1.
meMOpan kieTok J[T.

HNPUJIOKEHUE

Hannapie macc-cnektpometrpun MALDI-TOF. bBenku TuimakougHbIxX

Ne | Accession Mass | Score | Description _

1 | i[300374 6842 | 180 Fg;:](;a/]s(,)tgrgtliss]ubunlt E, PSI-E

2 | gil620123 53228 | 149 2pl)u]tamate--ammoniaIigase [Synechocystis
4il499174096 52966 | 149 gl(lzjgtrgér(l)z ]synthetase [Synechocystis sp.

o aoorrsosg |7 127 | WABO e o

4 4il499176520 22136 | 130 :\I@SrfeP():hH()-g;;;gr;;.o;ggrgggg;asesubunft
asssssie 77207 NADOone o st

5 | gi[2673718 11205 226 Esly]/cocyanin alpha subunit [Synechocystis

o amserasss |47 101 | focione bt o

7 4il504219998 50271 | 386 ;[)Sh)c/);rlz?rl]s;;r/r;tlllsgjﬁ Créagggg]center protein
anisizry |72 5|l i,

8 1008532 18143 | 276 Egygg%/%rgggt])etasu?unit [Synechocystis-
4il499173779 20081 | 200 QOTI;Cs:)éng;agse]subumt delta [Synechocystis

9 4il499174273 17576 | 248 gppgé%)%%r;]n alpkfa chain [Synechf)cystis
oo |17 6 | e

0 aierzeres | 75 0| e st ey i
4il499175791 25038 | 164 MULTISPEC_IES: cytochrome B6

11 [Synechocystls] . .
1008532 18143 | 154 Egygg%/aérgg?getasubumt [Synechocystis

12 | Qi|499175792 | 17432 | 114 | Cytochrome b6-f complex subunit 4
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfaeR.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit5
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfeST.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfeST.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit8
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfeTm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfHeL.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCfHeL.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit5
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCiHOh.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1

[Synechocystis sp. PCC 6803]

: 17576 | 208 | C-phycocyanin alpha chain [Synechocystis
. Qi|499174273 sp. PCC 6803]
: 17205 | 140 | allophycocyanin beta chain [Synechocystis
Qil499174917 sp. PCC 6803]
: 16467 | 241 | hypothetical protein [Synechocystis sp.
14 Qil499174110 PCC 6803]
Qi[1673344 6573 | 183 |ssl0352 [Synechocystis sp. PCC 6803]
: 7808 | 119 | CAB/ELIP/HLIP superfamily
15 | 01162683 [Synechocystis sp. PCC 6803]
16 | qil499173627 39696 | 212 | Photosystem Il protein D1 2 [Synechocystis

sp. PCC 6803]
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Tabmuua 2. [lanueie macc-ciekrpoMeTpun MALDI-TOF. benku THIAaKOMIHBIX
MeMOpaH k1eTok ADC2

Ne | Accession Mass | Sco | Description
re
1 |qil499173778 | 53932 | 329 | ATP synthase subunit alpha [Synechocystis sp.
PCC 6803]
2 |(Qil499173777 | 34584 | 364 | ATP synthase gamma chain [Synechocystis sp.
PCC 6803]
3 [Qil499174160 | 28884 | 536 | phycobilisome rod-core linker polypeptide
CpcG [Synechocystis sp. PCC 6803]
4 1Qi]499175146 | 18237 | 148 | photosystem | reaction center subunit 111
[Synechocystis sp. PCC 6803]
Qi|499173730 | 15634 | 100 | photosystem | reaction center subunit Il
[Synechocystis sp. PCC 6803]
Qi|[752786127 | 17295 | 58 | NAD(P)H-quinone oxidoreductase
[Synechocystis sp. PCC 6803]
5 1qil499175416 | 8140 | 135 | photosystem I reaction center subunit IV
[Synechocystis sp. PCC 6803]
0i]154483 8071 | 115 | photosystem I subunit 11 [Synechocystis sp.]
Qi[1653621 | 9457 |59 | nitrogen regulatory protein P-11 [Synechocystis
sp. PCC 6803]
6 |Qil499173762 | 8710 | 105 | photosystem I reaction center subunit PsaK 1
[Synechocystis sp. PCC 6803]
7 |qQil1653621 9457 | 77 | nitrogen regulatory protein P-11 [Synechocystis
sp. PCC 6803]
8 |qi[752786202 | 52845 | 201 | ammonium transporter [Synechocystis sp. PCC
6803]
Qi|499175587 | 35036 | 172 | hypothetical protein [Synechocystis sp. PCC
6803]
Qi|499175125 | 51772 | 122 | ATP synthase subunit beta [Synechocystis sp.
PCC 6803]
9 |(qi|499173779 | 20152 | 251 | ATP synthase subunit delta [Synechocystis sp.
PCC 6803]
Qil499173780 | 19793 | 160 | ATP synthase subunit b [Synechocystis sp.
PCC 6803]
Qil499174274 | 18328 | 111 | C-phycocyanin beta chain [Synechocystis sp.
PCC 6803]
10 | gil499173780 | 19793 | 215 | ATP synthase subunit b [Synechocystis sp.
PCC 6803]
Qi|47511 19776 | 185 | ATPase subunit b [Synechocystis sp. PCC
6803]
Qi|499174273 | 17718 | 105 | C-phycocyanin alpha chain [Synechocystis sp.
PCC 6803]
0i[1001173 16874 | 100 | slr0483 [Synechocystis sp. PCC 6803]
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11 | gil499175126 | 14572 | 106 | ATP synthase epsilon chain [Synechocystis sp.
PCC 6803]
Q1292659758 | 14655 | 159 | Chain A, Crystal Structure Of Cyanobacterial
Psbg From Synechocystis Sp. Pcc 6803
12 | gi|1653621 9457 |83 | nitrogen regulatory protein P-11 [Synechocystis
sp. PCC 6803]
13 | gi|499174274 | 18328 | 196 | C-phycocyanin beta chain [Synechocystis sp.
PCC 6803]
Qil499173779 | 20152 | 113 | ATP synthase subunit delta [Synechocystis sp.
PCC 6803]
14 | @i|1001173 | 16874 | 156 | slr0483 [Synechocystis sp. PCC 6803]
Qi|526827911 | 22846 | 60 | hypothetical protein [Synechocystis sp. PCC
6803]
15 | gi|499174274 | 18328 | 142 | C-phycocyanin beta chain [Synechocystis sp.
PCC 6803]
16 | gi|499175792 | 17503 | 172 | cytochrome b6-f complex subunit 4
[Synechocystis sp. PCC 6803]
Qil499176667 | 16613 | 128 | photosystem | reaction center subunit XI
[Synechocystis sp. PCC 6803]
17 | gil1673344 | 6573 | 123 | ssl0352 [Synechocystis sp. PCC 6803]
18 | gil499175523 | 48613 | 191 | ABC transporter substrate-binding protein
[Synechocystis sp. PCC 6803]
Qi|499173885 | 39417 | 131 | iron uptake protein Al [Synechocystis sp. PCC
6803]
Qi|499175224 | 34850 | 97 | orange carotenoid-binding protein
[Synechocystis sp. PCC 6803]
Qil499174535 | 49219 | 81 | nitrate transporter NrtA [Synechocystis sp.
PCC 6803]
19 | gi[112490655 | 46095 | 235 | Chain A, Crystal Structure Of The Periplasmic
Nitrate-binding Protein Nrta From
Synechocystis Pcc 6803
Qi|499174535 | 49219 | 226 | nitrate transporter NrtA [Synechocystis sp.
PCC 6803]
Qi|499175523 | 48613 | 146 | ABC transporter substrate-binding protein
[Synechocystis sp. PCC 6803]

20 | qi|1673344 | 6573 | 205 |ssl0352 [Synechocystis sp. PCC 6803]
Qi[1653435 | 6259 |83 |ssr1951 [Synechocystis sp. PCC 6803]
Qi|740745412 | 5147 |99 | MULTISPECIES: chlorophyll A-B-binding

protein [Synechocystis]
Qi|1652683 | 7879 |98 | CAB/ELIP/HLIP superfamily

[Synechocystis sp. PCC 6803]
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixYmm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit2
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtizuem.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixeOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit2
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixeOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit4
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixeOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit6
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixeOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit9
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixTwm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit2
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixTwm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit3
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtixTwm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit4
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtizutE.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150707%2FFTTtizsTO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&sessionID=guest_guestsession#Hit3
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150708%2FFTTtieEET.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit4
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150708%2FFTTtieEET.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit5

Ta6muma 3. Jlanasie macc-ciekrpomerpu MALDI-TOF. benku tunakouabix MmemOpan
ki1eTok ADCI1 u ©C2.

Ne | Accession Mass | Score | Description
Qi|499173778 | 53932 | 198 | ATP synthase subunit alpha [Synechocystis
1 sp. PCC 6803]
Qil499175125 | 51701 | 195 | ATP synthase subunit beta [Synechocystis sp.
PCC 6803]
5 Qi|499174979 | 45505 | 333 | MULTISPECIES: NAD(P)H-quinone
oxidoreductase subunit H [Synechocystis]
3 Qi|499173777 | 34584 | 300 | ATP synthase gamma chain [Synechocystis
sp. PCC 6803]
4 Qi|499175319 | 27328 | 209 | NAD(P)H-quinone oxidoreductase subunit K
1 [Synechocystis sp. PCC 6803]
5 Qi|499176520 | 22136 | 108 | NAD(P)H-quinone oxidoreductase subunit |
[Synechocystis sp. PCC 6803]
Qi|[752786127 | 17295 | 249 | NAD(P)H-quinone oxidoreductase
[Synechocystis sp. PCC 6803]
6 Q1499176519 | 21509 | 201 | NAD(P)H-quinone oxidoreductase chain 6
[Synechocystis sp. PCC 6803]
Qil499175320 | 20580 | 140 | NAD(P)H-quinone oxidoreductase subunit J
[Synechocystis sp. PCC 6803]
7 Qil499175466 | 14069 | 188 | NAD(P)H-quinone oxidoreductase subunit M
[Synechocystis sp. PCC 6803]
3 Qi[499174331 | 61308 | 205 | Cytochrome c oxidase subunit 1
[Synechocystis sp. PCC 6803]
Qi|499176008 | 22771 | 143 | hypothetical protein [Synechocystis sp. PCC
9 6803]
Qi|504220076 | 22799 | 126 | hypothetical protein [Synechocystis sp. PCC
6803]
10 Qil499173779 | 20081 | 180 | ATP synthase subunit delta [Synechocystis
sp. PCC 6803]
11 Qi|499175569 | 12390 | 172 | nitrogen regulatory protein P-II
[Synechocystis sp. PCC 6803]
12 Q1499175569 | 12390 | 187 | nitrogen regulatory protein P-I1
[Synechocystis sp. PCC 6803]
Qil499174670 | 35209 | 130 | apocytochrome f [Synechocystis sp. PCC
13
6803]
14 Qil499175791 | 25038 | 120 | MULTISPECIES: cytochrome B6
[Synechocystis]
15 Qi|499176732 | 18019 | 262 | membrane protein [Synechocystis sp. PCC

6803]
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelzSOL.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelGEah.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbaaL.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit13
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbuOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbuOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit4
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbuOO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit6
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbute.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit3
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbsOS.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelrane.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelrane.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit2
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCiutT.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelrsmS.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelreEL.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelrHTm.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelrHnt.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbTSh.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1

Qi|526873818 | 15012 | 102 | hypothetical protein [Synechocystis sp. PCC
6803]
0i[1001173 16874 | 100 | slr0483 [Synechocystis sp. PCC 6803]
Qi|499175523 | 48329 | 232 | ABC transporter substrate-binding protein
16 [Synechocystis sp. PCC 6803]
Qil499174535 | 48935 | 115 | nitrate transport protein NrtA [Synechocystis
sp. PCC 6803]
Qil499174535 | 48935 | 217 | nitrate transport protein NrtA [Synechocystis
17 sp. PCC 6803]
Q1499175523 | 48329 | 209 | ABC transporter substrate-binding protein
[Synechocystis sp. PCC 6803]
18 Qi[499174134 | 9443 | 140 | cytochrome b559 subunit alpha
[Synechocystis sp. PCC 6803]
19 Qi|499174546 | 35987 | 188 | photosystem reaction center subunit H
[Synechocystis sp. PCC 6803]
20 | gi|499175866 | 13138 |76 plastocyanin [Synechocystis sp. PCC 6803]
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbHSE.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit1
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbHSE.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit4
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150430%2FFTgelbHmE.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit3
http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150506%2FFTgeCisaS.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_minpeplen=7&_server_mudpit_switch=99999999&_ignoreionsscorebelow=0&_showsubsets=0&_showpopups=TRUE&_sortunassigned=scoredown&_requireboldred=0&_prefertaxonomy=0&sessionID=guest_guestsession#Hit2
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http://www.matrixscience.com/cgi/master_results.pl?file=..%2Fdata%2F20150429%2FFTgelaHtO.dat&REPTYPE=protein&_sigthreshold=0.05&REPORT=20&_prefertaxonomy=0&sessionID=guest_guestsession#Hit4

