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OBIIAS XAPAKTEPUCTHUKA PABOTbBI

AKTYaJlbHOCTbH TEMbI HCCJIEI0BAHUS

[{nanoOakrepun MPEeACTaBISAIOT €000 MOP(HOIOTUYECKH pPa3HOOOpa3HYIO
IpYIIy MPOKAPUOT, KOTOPHIE BCTPEUAIOTCS TOYTH BO BCEX OHMOTOMAx, BKIIOYAs
pY4bH, PEKH U 03€pa, UCKYCCTBEHHBIEC NPYbl U BogoeMbl (Mur ef al., 1999), okeansl
(Hoffmann, 1999) u naxe takue sKCTpeMalibHbIE MeCTa OOMTaHUs, KaK TepMalbHbIE
ucrounukn (Ward et al., 1998; Weller et al., 1991), runepmuHepain3oBaHHbIC
MukpoOHbie Mathl (Garcia-Pichel ef al., 1998; Niibel ef al., 2000), mycThIHHBIE TTOYBBI
(Garcia-Pichel et al., 2001) u antapkruueckue osepa (Taton et al., 2003, 2006).
OT4acTu 3TO CBA3aHO C UX YHUBEPCAIBHBIM META00JIM3MOM U CIIOCOOHOCTHIO OBICTPO
MEPeKIIIoYaThCsl C OJHOTO THMA pOCTa HA JPYrod, YTO TMO3BOJIIET WM OBITh
YCIIEITHBIMUA B CTOJb IIMPOKOM JHMAana3oHe YCIOBUH OKpy»Karomied cpensr (Stal,
1991). Takum o00pa3oM, OHHM BHOCST 3HAUUTENbHBI BKJIAaJ B TEPBUYHYIO
NPOAYKTUBHOCTh OOJIBIIMHCTBA BOJHBIX 3KocucTeM u Omochepsr B menom (Pace,
1997; Stockner and Antia, 1986).

@dyHIaMEeHTaTbHOE IKOJIOTUYECKOE 3HAUCHHE ITMAHOOAKTEpH OMpEaeseTcs
TaKXKE TEM, YTO OHH SBJSIIOTCS TPHU3HAHHBIMHU TEPBHYHBIMH KOJOHH3aTOPAMH
3aCyIIIMBBIX 3€METh  MHOTHE U3 HUX CIIOCOOHBI (PUKCHPOBATh aTMOC(EpHBIN a30T B
OouomoctynHble MOHBI aMMoHus (cM. 0030p Fiore and Trevors, 1994). Cormnacho
COBPEMEHHBIM OIICHKaM, BKJAJ I[MAHOOAKTEpHH B TEPBHUYHYIO NPOAYKTHBHOCTH
ouocdepsl cocrarisieT He MeHee 25% (Bullerjahn and Post, 2014; Flombaum et al.,
2013), a B 6uosornveckyro ¢Gpukcaiuo azora B MUpoBoM okeane — a0 50% (Karl et
al., 1997, 2002).

AOGCONMIOTHO  HEOOXOJUMBIM  MHUKPODJIEMEHTOM I MOJABJISIONIETO
OONBIIMHCTBA OAKTEPUI SBIICTCS KeJle30 Onaromaps ero KaTaTuTUYeCKOW pOJid BO
MHOTHX KJIeTOYHbIX (yHKiuax (Andrews et al., 2003). IluanoGaktepuu, B
CpaBHEHUHU C HE(POTOCHHTE3UPYIOMUMHU OaKTEpUSIMHU, UMEIOT 00Jiee 3HAYUTEIBbHYIO
noTpeOHOCTh B JKeNe3e JUIA MOANEpKaHUA OOraThIX JKeJIe30M (POTOCHCTEM.
Hanpumep, y o1HOKJIETOUHON MPECHOBOAHON InanobakTepun Synechocystis sp. PCC
6803 (manee Synechocystis) OKOJIO 4YETBEPTH BCETO >Kejie3a MPUXOJIUTCS Ha
dorocucremy I, u KBOTa Kene3a (YUCIO aTOMOB Ha KIETKY) YV 9TOW MaHOOAKTEpUHU
Ha TIOPSIOK BBIIIE, YeM Yy CXOJHOH TIO pa3Mepy TeTepoTpodHON OakTepuu
Escherichia coli (Archibald, 1983; Keren et al., 2004). B OKCUT€HHBIX YCJIOBUSIX B
MPECHBIX U COJCHBIX BOJAX KEJe30 CYIIECTBYET MPEUMYIIECTBEHHO B OKHUCICHHOM
coctostnuu, Fe(Ill) (Boyer et al., 1987; Braun et al., 1998; Byrne and Kester, 1976),
u Gopmupyet TpyaHopactBopumbie okcuabl U okcuruapokcuabl Fe(Ill) (Cornell and
Schwertmann, 2006; Frausto da Silva and Williams, 2001). TToaTomy KoHUEHTpaIus
JIETKOPacCTBOPUMOTO 3akucHoro kenesza, Fe(ll), kpaitHe Hu3Ka B HKOJOTHMUECKUX
HUIIaX  I[MaHOOAKTepWil, W, COIJAaCHO MHOTOYMCIICHHBIM  HCCIICJJOBAHHSM,
OMOMOCTYIMHOCTh JKelie3a TMPEACTaBISET OCHOBHOH (akTop, JIUMHTHPYIOIIAN
pPa3MHOXXEHHE U TPOAYKTUBHOCTH muaHooOakrepuii (Boyd et al., 2007; Imai et al.,
1999; Mann and Chisholm, 2000; Martin ef al., 1991; McKay et al., 2004; Nagai et
al., 2004; Twiss et al., 2000; Xu et al., 2013). Takum 00pa3oM, CHUCTEMBI
MOTJIONICHHUS ~ JKelie3a  SABISIOTCA  KPUTHYECKHUMH IS  pOCTa  OKCHUTE€HHBIX
dboTocunTe3upyromux MmukpoopranuzMoB (Wandersman and Delepelaire, 2004).
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Crenenb pa3padOTAHHOCTH TeMbl MCCJIET0OBAHMS

bakrepuu BbipaboTany 3¢ ¢GEeKTUBHBIE MEXaHHU3MBI MOTJIOMIECHUS XKeye3a s
NPEOAOJCHUST €r0 JOKCTpeMallbHO HU3KoW OwomoctymHocTH. OIWH H3  ITHX
MEXaHW3MOB OCHOBAaH Ha CHUHTE3€ W CEKpPElUU HU3KOMOJCKYJSPHBIX COCAMHECHHM,
cuiepodopoB, 00JIaAIOMIUX BBICOKOW CHEMU(PUYHOCTBIO U aQPUHHOCTBIO K
tpyaHopactBopumomy Fe(Ill) (Neilands, 1995; Vraspir and Butler, 2009). Bne
KIeTKu cuaepodopsl (B necheppu-gopmMe) pacTBOPSIIOT U CBS3BIBAIOT Kelle30, a
3areM B Buje koMmiiekcoB ¢ Fe(I1l) (Fe-cunepodopsl) TpancopTupyroTcs 0OpaTHO B
KIIETKY.

[nanoGakrepun, Kak W Jpyrue OakTepuu, MOTYT YCBaWBaTh J>KEJIE€30 B
paznuunbix ¢popmax: B Buge noHoB Fe(Il) mnu Fe(Ill), nu6o B Bune Fe-cunepodopos.
HccrnenoBanusi MOCIEIHETO JAECATUICTHS OBUIM TJIABHBIM 00pa3oM TIOCBSIIEHBI
HE3aBUCUMOMY OT CHIepo(OpoB, BOCCTAHOBUTEIIHLHOMY TOTJIONICHUIO Kejie3a. JTOT
MyTh OCHOBAaH HAa BOCCTAHOBJIICHWU TMEpe] TPAHCIOPTOM KaK CBOOOJHOTO, TaKk H
OpPTaHUYECKHU CBSI3aHHOTO JKeje3a M0 JETKOPacTBOPUMOro U Oosiee OMOJOCTYITHOTO
Fe(Il). IIpeumyiiecTBO BOCCTAaHOBUTEIBHOM CTpaTeruy 3akilovyaeTcss B €€
CIIOCOOHOCTH OTEPHUPOBATh C PA3IMYHBIMU HMCTOYHHUKAMH JKele3a, BKIodas Fe-
cunepodopsl (Hopkinson and Morel, 2009; Kranzler et al., 2011, 2014; Lis and
Shaked, 2009; Lis et al., 2015a, 20156; Rose et al., 2005). Ognako, coriacHo
MHOTOUYHMCIICHHBIM CBUJIETEIBCTBAM, CBOOOTHOE JKEJIE€30 CIY)KUT MPEATOYTHTEITHHBIM
cyOCTpaToM i IIMAHOOAKTEpUi, HE SBIAIOMIUXCS MPOAYLEHTAMHU CUIAEPOGOpPOB
(Chen and Wang, 2008; Fujii et al., 2011, 2015; Kranzler et al., 2011, 2014; Lis et
al., 2015a; Rudolf et al., 2015; Shaked and Lis, 2012). Takum obOpa3om, B ciaydae
gykepoaHsix  Fe-cumepodopoB  (kceHocuaepoopoB)  OJHOTO  MOTEHIMAIA
BOCCTaHOBHUTEIIPHOTO TOTJIOMIEHUSI MOXKET OBITh HEJJOCTATOYHO JJISI yOBICTBOPEHUS
noTpeOHOCTEH IMaHOOaKTepuil B Jkemese.

Cnoco6HOCTh IMaHOOaKTepUil TPOYIIUPOBATh M YTUIN3UPOBATH CUIAEPODOPHI
(maxxe muoxectBeHHbie) (Wilhelm and Trick, 1994) naBHO u3BeCTHa U A0 CUX TIOP
SBJISIETCS TPEIMETOM aKTUBHBIX HccienoBanuii (Kranzler et al., 2013; Zappa and
Bauer, 2017). 3nHauutensHbli mnOporpecc ObUT JOCTUTHYT B I[OHUMAaHHUH
MOJICKYJISIPHBIX MEXaHH3MOB W TEHETHYECKOTO KOHTPOJS MOTJIOMICHHS XKele3a y
OJTHOKJICTOYHOM MPECHOBOAHON nnaHoOakTepuu Synechocystis. D1a MHaHOOAKTEPHUS,
cTaBIass 0OBEKTOM HACTOSIIIETO MCCIIECTIOBAHUS, CITY)KUT KIACCHYECKUM MOJICTHHBIM
OPraHM3MOM  JJISl  MOJEKYJISIPHO-TEHETHUYECKOTO  M3YYCHHsS]  OKCHUTCHHOTO
dorocunreza. l'enom Symechocystis He COAECPKHUT TEHOB, KOHTPOIUPYIOIIHX
ouocunTes u cekpenuto cunepodopor (Ehrenreich et al., 2005; Hopkinson and
Morel, 2009), u ee HecmocoOHOCTH MPOAYLUPOBATH CUAEPODOPHI MOATBEPKICHA
skcnepumenTanbHo (Kranzler ef al., 2011). Cuuraercs, yto BocctanoBienue Fe(IIl)
UTpaeT IEHTPATBHYIO POJIb B TMOTJIOMICHUH KaK CBOOOJHOTO, TaK M CBS3aHHOTO C
cunepodopamu xKeneza, ¥ MPOUCXOTUT 0 TMEPEHOca JKeye3a 4yepe3 BHYTPEHHIOIO
MeMmOpany Synechocystis. C npyrod CTOpPOHBI, Hapsily C TeHaMU OEIKOBOIO
koMmiuiekca TonB-ExbB-ExbD renom Synechocystis conepxur reasl TBDTs (TonB-
3aBHCHMBIX TPAaHCIOPTEPOB) W TEHBI BCEX OCTAIBHBIX TMPEAIOIaraeMbIxX
KOMIIOHEHTOB cucteM Tpancnopta Fe-cunepodopon (Kaneko et al., 1996; Katoh et
al., 2001a; Mirus et al., 2009; Stevanovic et al., 2012). D10 ABISICTCS BECOMBIM
apryMEHTOM CYIIECTBOBaHUsI y Symechocystis Kinaccudeckoro cuuaepodop-
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3aBUCUMOr0 MYTH MOTJOIIEHUS Kelle3a, (YHKIMOHUPYIOIIET0, OJHAKO, C y4acTUEM
KCeHOCHuaepodopoB.

Heas paborbl 3akioyanach B UIACHTUGUKALMH  CTPYKTYPHBIX |
PETYISATOPHBIX T'€HOB TPAHCIOPTHBIX CHUCTEM, BOBJEYEHHBIX B YTHIH3ALUIO
OTpPEJICTICHHBIX KCEHOCHJIEpOPOpPOB KIETKAaMH HE CHHTE3upyrolle cuaepodops
nanobaktepun Synechocystis.

3agaum padoThI:

1. UccnenoBath cnocoOHOCTh IMaHOOaKkTepuu Synechocystis WCNONb30BAThH
KceHocuaepodophl B KauecTBE €IMHCTBEHHBIX UCTOUYHUKOB JKeJie3a JIJIsl pOCTa.

2. UnentuduunupoBaTh TEHBI, CYILIECTBEHHBIE TUISL YTUIN3aLUHU
cnenupUIecKuX KCeHOCUAepodOopoB.

3. I3yunTh DSKCOpPECCUI0 CTPYKTYpPHBIX T€HOB cucTeM TpaHcropra Fe-
cuepohopoB B 3aBUCMMOCTH OT Hajguuus B Cpele  yTHIM3UPYEMOIO
KceHocuepodopa.

4. UccnenoBath ponb TeHOB pchRI, pchR2 wn pcrR, xoaupytoumx AraC-
no00HbIe (HAKTOPBI TPAHCKPUIILIMH, B PETYJSLHUUA IKCIPECCUU CTPYKTYPHBIX T€HOB
cucteM Tpancnopta Fe-cunepodopos.

Hay4ynast HOBU3HA M IPaKTH4YeCKasi 3HAYUMOCTD

[IpencraBiennble B HacTosimiedl  pabore  pe3ysibTaThl  BIEPBbIC
CBUJIETENBCTBYIOT O CIOCOOHOCTHU IMaHOOaKTepuu Synechocystis WCIONB30BAThH
cnenupuyeckue KceHocuaepodopbl B KaUeCTBE €AMHCTBEHHBIX UCTOYHUKOB Keje3a
yepe3 THUNUYHBIA JUIsi TpaMoTpuliateNbHbiX Oaktepuit TonB-3aBucumbli MyTh
TpaHCHOpPTa, YTO pacUIMpsieT TMpeAcTaBiIeHUs 00 aJanTUBHOM IOTEHIMAe
[IMaHOOAKTepHii, HE CIOCOOHBIX CHHTE3UPOBaTh COOCTBEHHBIE CHAEPOQOPHI.
NnentuduurpoBanbl TeHbl, KOAUPYIOLIME BCce HE0OXoauMble KOMIOHEHTHl TonB-
3aBUCHMOM CUCTEMBI AKTUBHOT'O TpaHCIopTa JUTUAPOKCAMAaTHBIX
kceHocuaepodopoB y Synechocystis. BriepBbie uccienoBana poyib AraC-mogoOHbBIX
(aKkTOpOB TPAHCKPUIILMKU B PEryJSILUM DKCIPECCUU TE€HOB TPAHCIOPTEPOB
cuaepodopoB y 1maHoOaktepuid. [lomyueHHblEe S3KCHEpUMEHTAIbHbIE IaHHBIE WU
KOJUIEKIIUSI MYTaHTOB MOT'YT OBITh MCIIOJIb30BaHbI JJI JAJIbHEUIIEro MCCIIeIOBAaHUS
MOJIEKYJISIPHBIX MEXAHU3MOB TOMeocTa3za kene3a U TonB-3aBUCUMBIX cUCTEM
TpaHCHIOpTa OPraHMYECKUX COCIUHEHUW Yy 1MaHOOAKTEepHil, HCIOJb3yeMbIX B
KauecTBE MOJENIbHBIX OOBEKTOB ISl CO3/IaHMS IITAMMOB-IIPOIYIIEHTOB Pa3IMYHBIX
BUJIOB OMOTOIUIMBA.

IHonoxeHusi, BLIHOCHUMBbIE HA 3AILUTY

1. HuanobGaxkrepust  Synechocystis,  He  sBISIOHIasCis  MPOIYLEHTOM
cuepodopoB, CHocoOHAa HCMOJIB30BATh CHEHU(PUUECKUE IUTHAPOKCAMATHBIC
KceHocuaepo(dopsl B KauecTBE €IMHCTBEHHBIX MICTOYHUKOB JKEJIe3a.

2. YTtunuzauus dTUX KCEHOCHIEpOPOpPOB OCYIIECTBISETCS IMOCPEICTBOM
npsimoro TonB-3aBucuMoro TpaHcmopra B LMTOIUIa3My O€3 ydacThs OCHOBHBIX
TPAHCIIOPTEPOB HEOPTraHUUYECKOTO KENE3a.

3. BoisiBnen knactep u3 natu reHoB, fecCDEBI-schT, KOHTpOIUPYIOIIM
TPaHCHOPT JIUTHAPOKCAMATHBIX KceHocuaepodopoB. ['eHbl Kiactepa KOIUPYIOT
TonB-3aBucumslii Tpancnoptrep SchT HapyxHOIl MeMOpaHbl U BCe HEOOXOAUMBIE
koMrioHeHThl ABC-TpaHcnoprepa: NepHIUIa3MaTUUYECKUN CBA3BIBAIOLIUMN  OElIoK
FecB1, tpancmem6pannyto nepmeasy FecC/FecD u memOpannyio AT®a3y FecE.

5



4. Dxcrnpeccusi teHoB  schT w  fecBl cTuMynupyeTcsi YTUIU3UPYEMBIM
kceHocuaepodopom u perynupyercss AraC-nogoOHbIMU (aKTOpaMu TPAaHCKPUITLIHU
PchR1, PchR2 u PcrR.

JIMYHBIN BKJIAJ aBTOpA

ABTOp MpUHUMAJ y4acTHE€ BO BCEX 3Tamax BBIMNOJHEHUs PaOOThI, BKIIIOYAs
IUIAaHUPOBAHUE M TMPOBEJACHUE HKCIEPUMEHTOB, OOpabOTKYy M HMHTEpIIPETAIUIO
pE3yAbTAaTOB, a TAKXKE HANUCAHWE TE3MCOB JOKIAI0B M cTare. Bce MyTaHTHI
Synechocystis, NCTIOJIb30BaHHBIE B HACTOSIIEH paboTe, 32 UCKIIOYEHUEM HECKOJIBKUX
ITAMMOB U3 KOJUIEKIIUU Kadeapbl, CKOHCTPYHUPOBAaHbI HEMOCPEACTBEHHO aBTOPOM.

CreneHb 10CTOBEPHOCTH U anpodanus pe3yJibTaTOB

OcHOBHBIE pPE3yNbTAaThl JHUCCEPTAIMU OMYOJHUKOBaHbl B JIBYX CTaThsiX
PELIEH3UPYEMOT0 HAy4YHOI'0 JKypHajia, oOTBedaroniero TtpeboBaHusiM Bricuieit
Atrectanmonnoir Komuccunm MunuctepctBa obpa3oBaHusi u Hayku Poccuiickoit
®enepauuu. PesynbraThl nuccepranuu Takke Obutn mpencrtaBieHbl Ha VI Cwesne
BasunoBckoro o61iecTBa reHeTUKOB U ceekironepoB (Poctor-na-Jlony, 2014), 5-
oM BcepoccuiickoM cuUMIO3MyMe C MEXAYHApPOJHBIM ydacTueM «ABTOTpo(dHBIE
Mukpoopranusmel»  (MockBa, 2015) wu Bcepoccuiickoli  koHbepeHIHH C
MexayHapoHbiM yuyactueM «50 jet BOI'uC: ycmexu u nepcnextuBbl» (Mocksa,
2016).

PaGota BeinonHena npu noajaepxke rpanra POOU Ne 13-04-01767.

CtpykTypa u 00beM padoThI

Juccepranus COCTOUT U3 riaaB-pa3zenos: «Beeaenue», «O030p auTepatypbl»,
«Marepuansl U MeToabl», «Pe3ynbraTely, «O0Ccyx)aeHue», «BeiBoab» U «CHUCOK
auTepatypbl». Paborta wusznoxkeHa Ha 116 cTpaHuIlaX MAaIIMHOIKCHOTO TEKCTa,
BKitouast 1 crpanuny Ilpunoxenus, compepxut 21 pucyHok u 5 tabmuu. Crnucok
LATAPYEMOM JIUTEpaTypbl BKIOYAEeT 259 HaMMEHOBAaHWM, U3 KOTOPBIX 258 — Ha
AHTJIMIICKOM SA3BIKE.

COJAEPKAHUE PABOTbI
0O0630p auTepaTypsl

[Ipencrasnser BTOpyio mnocie BBeneHus riaBy AuccepTanuu, 0000IIAONIYIO
BCE HMEIOIIMECS B HACTOAIIEE BpPEMS CBEACHUS O TEHETHYECKOM KOHTPOJE H
MOJIEKYJISIPHBIX MEXaHU3Max IOTJIONICHUS >keie3a y nuaHoOakTepuil. OCHOBHBIC
MOJIpa3elibl 3TOW TJIaBbl MOCBSIICHBI OMOJOTHYECKOMY 3HAYCHHIO M JTOCTYITHOCTH
Keleza B TPUPOAE, 3aBUCUMOMY W HE3aBHCHUMOMY OT CHAEPO(POpPOB MyTIM
TpaHCIIOpTa »JKeje3a B KICTKM TPaMOTPHUIIATEIbHBIX OakTepuid, a TaKkke
PETYIATOPHBIM CHCTEMaM TOMEO0CTasa JkKeye3a y IUaHOOaKTepHid.

MarepuaJjbl 1 METOAbI

OO0BbeKkTaMu  HCCIENOBaHUS  CIYKuiu 1mTamMM  aukoro tuma (WT)
maHoOaktepun Synechocystis W CKOHCTPYHPOBAHHBIE Ha €ro OCHOBE MYTaHTHI
(MpenuMyIIeCTBEHHO B JTaHHOW paboTe, KpOME HECKOJIBKUX, B3ATHIX W3 KOJUICKIIUU
kadenpel). Hutuatyro umanoOakteputo Anabaena variabilis ATCC 29413
WCTIONB30BAIM B KauecTBE MPOAYIEHTa IUTHApPOKcamaTtHoro cuuepodopa SAV
(wramm npenoctaBieH K.0.H. JI.LE.Muxeesoit). llltamm Escherichia coli NM522
UCTIONB30BAIM U1 MOJIEKYJISIDHOTO  KJIOHHUPOBAaHWUS U KOHCTPYHUPOBaHUS
WHAKTUBUPOBAHHBIX Te€HOB Synechocystis. lltamm E. coli C600(R751) cuyxun
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JOHOPOM IIJIa3MHIBI-TIOMOIITHUKA ISl KOHBIOTAIMOHHOTO MEepeHOCca HATUBHOTO T'eHa
Synechocystis B cocTaBe aBTOHOMHON peKOMOMHAHTHOM IJIa3MHJIbI B MyTaHTBI 3TOU
MaHOOAKTEpUH (KOMILIEMEHTALIMOHHBIN aHAIN3).

[uanob6akrepun KynbTUBUPOBaIU (hoToaBTOTpOodHO Npu 30°C U MOCTOSHHOM
OCBEIICHHH OeIbIM cBeTOM (40 MKMOITH (poTOHOB-M>c). TIpH 3TOM HCIONB30BATH
xuakue uin miotHeie (0,9% arapa), munepanbabie cpenbl YBGI11 (Sheolnick et al.,
2007) wou BGI11 (Rippka et al., 1979 nmu6o Stanier et al., 1971). Bnusanue
HEJI0CTaTKa Keje3a Ha POCT KJIETOK Pa3IMYHBIX IITaMMOB Synechocystis OlIeHUBAJIH
Ipy UX MHKyOaluu B oOeqHeHHBIX >kene3oM cperax YBGI11-Fe mnu BGll1-Fe, a
abdexT crTuMmynsIUMU  pocta KceHocuaepodopamMu — B COOTBETCTBYIOIIMX
npou3BoHbIX kuAKON cpenbl YBGI11-Fe. C nenpio ucTomenus BHYTPUKIETOYHBIX
3aMacoB >Keje3a W TMOJIy4eHHS TOJOJAIIIMX MO KeJle3y KyIbTyp Synechocystis
OTMBITBIE OT CTaHAAPTHOM Cpejbl KJIETKU 3aCeBAId B OOCAHEHHYIO KEJIE30M Cpeay
10 KoHeuHoH onTtrdeckoi otHocTH ~ 0,05 mpu 750 aM (OD750) 1 KyJITUBUPOBAIH
B TeueHue 5 nHeil. ['omoparomniue no skene3y kietku nepeceBanu 10 OD7sy ~ 0,05 B
00€THEHHYIO KEJIEe30M CPelly, U UX POCT B 3aBUCUMOCTH OT HAJIMYMS UM OTCYTCTBUS
TECTUPYEMOT0 KceHocuiepodopa perucTpupoBaiiv mo uzMmenenuro OD7s.

B pabGore wucmonp30BalM  KOMMEPUYECKHM  JIOCTYNHbIE  CHAEPOQOPHI,
npuoOpeTeHHble 100 B Aecheppu-hopmMe — TPUTHIPOKCAMATHBIE JecheppuxpoM,
DFCH (Sigma), u necheppuokcamud B, DFOB (aedepoxcamunmecwmiat; Sigma-
Aldrich), nub6o B HacwleHHON Xene3om ¢opme — nuruapokcamarnoie Fe-
aspobaktuH (FeAB) u Fe-mmzoxunun (FeSK) (EMC microcollections GmbH).
Cunepodopsl B neceppu-popme Hacwimanu sxene3om, cmemmubas ux ¢ FeCl;y B
MosisipHOM ~ oTHomieHuu 1,33/1, momywas wux coorBeTcTBYytoume Fe-popmel,
dbeppuxpom (FCH) u deppuokcamun B (FOB). B kadectBe ucrounumka SAV
MCIOJIb30BAJIM CTEPUIIbHBIN (DUIBTPAT BHIPAIIEHHON B YCIOBHUSX HEJOCTATKA JKeJe3a
KYJIbTYpbl A. variabilis, KOTOpbIN 100aBISIN B Cpelly pocTa Synechocystis.

OCHOBHBIE HCIMOJB30BAHHBIE METOABl M TOAXOABbl H3JIOKEHBI HIKE B
0000IIIEHHO CKAaTOM BUIIE.

Jlist BeIsIBJIEHUSI T€HOB Synechocystis, Hanboljiee BEpOSTHBIX KaHIUAATOB Ha
ydacThe B KOHTPOJIE€ TPAaHCIOPTa KCEHOCUAEPO(OPOB, MCIONb30BAIM CTaHIAPTHBIC
MOAX0/1bl OMOMH(DOPMATUKH U CPABHUTEIbHON T€HOMUKH.

Hccnenyemble reHsl mojBepraiu (yHKIHMOHAIBHOMY aHAIKM3Y, BKIIOYAIOUIIEMY
UX HAMpaBJIEHHYIO HMHAKTUBALMIO U (PEHOTUNHYECKOE N3YyUYEeHUE CKOHCTPYUPOBAHHBIX
MYTaHTOB (cTpaTerust oOpaTHoOM reneTuku). CoriiacHo ouepeHOCTH TANOB aHAN3A,
MCIOJIb30BANIM CIEAYIOIIHNE METObI U SKCTIEPUMEHTAIIbHbIE MOIX0/IbI:

— ammaudukanus ¢ nomouipio I[P cnemuduueckoro ydactka reHoma
MaHOOAKTEPHH;

— MOJIEKYJISIpHOE KJIOHUpOBaHHe ammuidduimpoanHoro ¢parmenta JHK B
cocTaBe peKOMOWHAHTHOM TUIa3MU/IbL;

— MHAKTHUBAIMSl KIIOHUPOBAHHOTO T'€Ha JIeJICIUEN U 3aMellleHUEM YyIalsieMOro
y4acTKa KacCeTOM YCTOMYMBOCTH K aHTUOMOTHUKY;

— KOHCTPYHpPOBaHUE MyTaHTa C WHAKTUBHUPOBAHHBIM IEJIEBHIM T'€HOM IyTEM
tpancopmanmun  mramma  WT  Synechocystis pekOMOMHAHTHOW  IUIa3MUION
(3aMelIeHue MHTAaKTHOTO TE€HA-MHILIEHH €ro MYTaHTHBIM aJlJIeJieM B XpOMOCOME
HITaMMa-pelUIUeHTa);
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— cerperanusi MyTaHTa Ha IUIOTHOM CEJIEKTHUBHOM cpene (C MOAXOIAIIUM
aHTUOMOTHUKOM) C IOATBEPKACHUEM €r0 TOMO3UTOTHOCTH ¢ nomoinbto [T1[P-ananusa;

— KOMILJIEKCHBIN (DPU3MO0JIOT0-OMOXMMUYECKUI aHaJIU3 MYTaHTa, BKIIOYAIOIIUN
XapaKTepUCTUKY €ro pocTa M CHEKTPalbHBbIA aHAIW3 W3MEHEHUH COCTOSHHS €ro
MUTMEHTOB B 3aBUCHMOCTHM OT HAJIM4YUA/OTCYTCTBUS B Cpele CBOOOJHOTO WM
CBSI3aHHOTO C CUIEPO(OPOM KeJe3a.

JUiss TOATBEpXACHUS YYacTHsl B YTUIM3AIMM KCEHOCHIEpO(OpOB JBYX
NEPEKPBIBAIOLINXCA TE€HOB  Synechocystis, COCTAaBISAIOIIUX €IMHBII  ONEpOH,
MCIOJIb30BAJIM KOMIUIEMEHTALIMOHHBIN aHallU3 JBYX COOTBETCTBYIOIIMX MYTaHTOB.
JIMCTaJIbHBI Te€H OINepoHa KIOHUPOBAIU B BEKTOPE HKCIPECCUU M C TOMOUIBIO
KOHBIOTAIMOHHBIX CKPEIIUBAHUI MEPEHOCUWIN U3 KIETOK E. coli B KIETKH MYTaHTOB
Synechocystis nis nocineayoumero GeHOTUIINYECKOTO CPAaBHEHUS TPAHCKOHBIOTAHTOB
C UCXOAHBIMU MyTaHTaMu U mTamMmmoM WT.

AHanu3  DKCIPECCMU  TEHOB,  CYIIECTBEHHBIX Il YTUIIU3ALMU
KCeHOCUepo(opoB, MPOBOAMUIN C TMOMOIIBI0O METOAA OOPATHOM TPAHCKPUMIUHU U
[TIP B peansHom Bpemenu (OT-ITLIP PB).

PE3YJIBTATBI
TonB-3aBucumasi yruiusauus AMTHAPOKCAMATHBIX KCeHOcHAepodopoB
y uuanodakrepuu Synechocystis

C ydueroM wumMeronieiics HHPOpMAIMM O TOTEHIMAIBLHONW CyOCTpaTHOMU
crienuPpUIHOCTH TIPEAroiaraéMblX TPAHCIOPTEPOB kene3a y Synmechocystis (Be6-
caiit CyanoBase) B COBOKYHMHOCTH C JIUTEPATYPHBIMH JaHHBIMH 00 H3BECTHBIX
OakTepuadbHBIX CHCTEMaXxX IMOIMJIONMIEHUs] CcuaepodopoB OBLI TPOBEACH IOUCK
KCeHOCUAEPO(POPOB, CIOCOOHBIX CIYKHTh €IMHCTBEHHBIMU HCTOYHUKAMH Keje3a
JUISL OTOW IIMAaHOOAKTEPUH, a TAaKKe T'CHOB, KOHTPOJHMPYIONIUX MX YTWIM3aluo. B
MpeABapUTEIbHBIX JKCIEpUMEHTax OblIo OoOHapyxeHo, uto Fe-cuaepodop FeSK
BoccTaHaBnuBaeT poct mramma WT Synechocystis B 00eIHEHHON Kelle30M Cpejie.
OTO CBUIETENBCTBOBAIO O CIHOCOOHOCTH AUTHIIPOKCAMATHOTO KceHocuaepodopa B
KaueCTBE €JMHCTBEHHOIO MWCTOYHHKA >JKejie3a TMOJJEPKUBATh POCT KIETOK H
MO3BOJISJIO T0JIaraTh, YTO €ro yTWIn3alus 3aBUCUT OT cucteMbl TonB-ExbB-ExbD,
o0ecrieunBaloIIe TPaHCIOPT COCAMHEHUM Yepe3 HapyXHYK MeMOpaHy 3Hepruei
BHYTPECHHEH MEMOpaHbI Y TPaMOTPHIIATCIIBHBIX OAKTCPHIA.

Kouncrpynposanue myrantos AtonB u AexbBD1 Synechocystis

B renome Symechocystis uneHTUPUIIMPOBAHBI TPU KiacTepa T'eHOB exbBD:
exbBID1 (sll1404-sll1405), exbB2D2 (slr0677-slr0678) wu exbB3D3D4 (sll0477-
sl10478-s110479) (Huang et al., 2002; Jiang et al., 2015; Stevanovic et al., 2012). [1pu
ATOM €IUHCTBEHHBIN TeH fonB (slr1484) Synechocystis TeCHO CUEIIEH C KJIaCTEPOM
exbBIDI (Pucynox 1.A). Jlannsle OMOMH(POPMATUYECKOTO aHAIM3a MO3BOJIWIN
roJiarath, 4To OeJIKoBBIM KoMIniekc TonB-ExbB1-ExbD1 MoskeTr ObITH BOBJICUEH B
TpaHCIIOPT KceHocunepohopoB y Synechocystis.

Jlns mpoBepku mpennoioxeHus o0 ydactuu cuctembl TonB-ExbB1-ExbD1 B
YTUIN3AIUN KCEHOCUAEpOOpOB KIeTKaMH Synechocystis ObLIM CKOHCTPYHPOBAHBI
JeNEeIIMOHHO-HHCEpIIMOHHbIE MyTaHThl AtonB m AexbBDI1, kak omucano B TiaBe
«Matepuansl 1 Metoasl». Panee cooOmianoch, 4TO WHAKTUBAIMS ASTHUX T'E€HOB
MPUBOJUT K MOHMKEHHOMY POCTY KJIETOK B YCIOBUSIX TOJIOJIaHUsI 110 kenesy (Jiang et
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al., 2012; 2015). B cBs3u ¢ 3TUM B HacTosled paboTe i Cerperaluu MyTaHTOB
MCIIOJIb30BAJIM JIBE€ CEJIEKTUBHBIE CPE/Ibl, OJIHA U3 KOTOPHIX OCHOBAHA HA CTaHJAPTHOU
cpene YBGI1, a napyras — Ha oOorameHHou xene3om cpene YBGI11(Fe600).
['omo3uroTHple MyTaHTBl Obut  ycmemHo monydeHsl (Pucynox 1.B) ¢
UCIIOJIb30BAaHUEM O0EUX CEJNEKTUBHBIX cpel. Mbl He Halmoganu KaKux-Tuoo
(GEHOTUTTMYECKUX PA3MUUN MEXIy KIOHAMH KaKJIOTO MyTaHTa, OTOOpaHHBIMH Ha
pa3HbIX Cpelax; TEM HE MEHee, B IMOCJIEeAYIOUIUX 3KCIEPUMEHTaX HCIOJIb30BaIH

ToJibko MyTaHThl AtonB u AexbBD1, oToOpaHHble Ha TUIOTHOM CENEKTUBHOM cpeje
YBG11(Fe600).

A AfhuA2 AexbBD1 AtonB AfeoB AfutC AfutB
Sp' [ Kmr Km'
Smal
fhuA2 exbD1-exbB1 tonB feoB futC futB
(sl11406) (sli1405-sl11404) (slr1484) (slr1392) (sll1878) (slr0327)
fhuA2 tonB feoB “futC “futB
>1 2« >7 8« »>10 11« >12 13« >14 15«

5-thuA2 5-tonB
>3 2« >7 «9
exbBD1 ndp
>4 5«

fhuA2 5-fhuA2 exbBD1 5-exbB1 tonB 5-tonB feoB 5-futC 5'-futB

Pucynok 1. Konctpyuposanue u cerperauust myrantoB AthuA2, AexbBDI1, AtonB, AfeoB,
AfutC u AfutB Synechocystis. (A) CxeMa AeNeIMOHHO-UHCEPIIMOHHON MHAKTUBAIIUU T€HOB
fhuA2, exbBl-exbDl, tonB, feoB, futC u futB. BBeieHHBIC NEJCIUU BBIACICHBI OCIBIM
[BETOM, a HUHCEPUUHM KACCET YCTOMYMBOCTH K aHTuOMoTHMkaM, Km', Gm' wmm Sp',
n300pakeHbl HajJ reHamMu. OTpe3KH Mol FTeHaMHU COOTBETCTBYIOT yYacTKaM, MOJABEPTHYTHIM
[MI[P-ananu3y ¢ UCIOJIb30BAHUEM MPAMEPOB, 0003HAYEHHBIX HYMEPOBAHHBIMU CTPEITKAMH.
(b) Pesynbpratel IIL[P-ananu3a, noka3biBaromMe€ TOMO3UTOTHOCTh MyTaHTOB AthuA2,
AexbBD1, AtonB, AfeoB, AfutC u AfutB. M — JIHK-mapkeps! (TrH).

NuakTuBanusi reHoB Kiaacrepa fonB-exbB1D1 ne BausieT Ha pocT

Synechocystis B 00e[IHEHHOMH KeJI1e30M cpeje

Poct mrramma WT 1 CKOHCTpyMpOBaHHbIX HaMu MyTaHTOB AtonB u AexbBD1
uccienoBanu kak B cpeaax BG11 u BG11-Fe, tak u B cpenax YBG11 u YBGI11-Fe.
Cpena YBGI11 conepxut Fe(Ill) B mpekomruiekce ¢ EDTA (Shcolnick et al., 2007).
B ee mpomsBognoit YBGI11-Fe, conepxameit 16 mxkM Na,EDTA 6e3 noOapieHus
FeCl;, mpurogHbIMu AJis TOIJIOMICHUS OCTAIOTCS TOJIBKO CIIEOBbIE KOJIMYECTBA
Fe(Ill), xotopsie BbicBOOOXAat0TCs U3 KoMmiuiekcoB Fe-EDTA, He yTunmsupyembix
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kietkamu Synechocystis (Kranzler et al., 2011). Hamu He BBISBICHO KaKUX-THOO
benoTunuueckux pazanuuii Mexay mrammom WT u myrantamu AtonB u AexbBD1
KaK 0pU JOCTaTKe, TaK M MpU HEAOCTaTKE IKEle3a, HE3aBUCHUMO OT THIa
ucnosibzyemoit cpenbl. Kierku mramma WT 1 000MX MyTaHTOB HOPMaJIbHO POCIIH B
cpenax BG11 u YBGI11, u ux pocT B OJMHAKOBO 3HAYUTEIHLHOW CTETNEHU ObLI
MOHI)KEH B COOTBETCTBYIOIIMX OO€AHEHHBIX *kene3oM cpenax (Pucynok 2.A u b).
NnenTuunbiii (EHOTUI TOJIOAaHUs TI0 XKeJle3y Y BCEX CPAaBHHUBAEMBIX IITAMMOB OBLI
MOATBEPXkACH CeKTpaibHbIM aHanu3oM (Pucynok 2.B). Cnexktpsl abcopOLuu KIIeTOK
000MX MYTaHTOB HE OTJIMYAIHUCH OT TaKOBbIX mTamMmmMa WT HU B yCIOBHUSIX IOCTaTKa
(B cpene BG11), Hu B ycnoBusix HemocTaTka xenesa (B cpene BG11-Fe).

Takum o00pa3om, coryiacHo HamuM JaHHbIM, cuctemMa TonB-ExbB1-ExbDI
Synechocystis He ABIISIE€TCS CYIIECTBEHHOW AJi1 TPAHCIOPTAa Kak CBOOOJHOrO, TaK U
CBSI3aHHOTIO C IIUTPATOM aMMOHUS kene3a (cpena BG11).

A 37-e-wrT BG11 B 37-e-wr vBG11
-0-WT, BG11-Fe -0-WT, YBG11-Fe

= 1= AtonB, BG11 = 1 =& AtonB, YBG11
D£ ——AtonB, BG11-Fe DE ——AtonB, YBG11-Fe
O 2q-e-AexbBD1, BG11 O 271-+AexbBD1, YBG11
= —o—AexbBD1, BG11-Fe = -o—AexbBD1, YBG11-Fe
5 5
S S
= 1 1
Q Q
[e] [e]
o o

OSI_ T T L] T T L} 1 0!'_ .Ar T T T T L] 1

0 1 2 3 4 5 6 7 0 1 2 3 4 5 6 7

Bpems (aHwu) Bpems (aHu)

B —BG11,75 —BG11-Fe, 4 — BG11-Fe, 74
;ér 0.39WT 1AtonB 1AexbBD1
Q 680 | 680 ] 680
g 02 ) )
x 673 673 673
z r r
] 0.1 I
S 671 1 671 1 671
65 tdr———— Y

600 650 700 750 600 650 700 750 600 650 700 750

[AnuHa BonHel (HM)

Pucynok 2. KuHeTuka pocTa M CHEKTPAJIBHBIE XAPAKTEPUCTUKU KiIeTOK mramma WT u
myTanToB AtonB u AexbBD1 Synechocystis B 3aBUCUMOCTH OT HaJW4us WJIH OTCYTCTBUS
xeneza B cpene. OTMBITBIE OT keje3a KiIeTku 3aceBanu 10 ODizso ~ 0,05 B cpemsr
YKa3aHHOTO COCTaBa M BBIpAIMBAIA B CTaHAAPTHBIX (POTOABTOTPOPHBIX YCIOBHUSIX C
aKTUBHOM a’panueil B TeueHue cemu aHeu. (A, b) Kpussie pocta KyiabTyp B IPUCYTCTBUU
win orcyrctBuu uctounuka Fe(Ill) B cpemax BG11/BGl1-Fe unun YBGI11/YBGI11-Fe,
cooTBeTcTBeHHO. (B) JlnunnoBonHoBeie (600-750 HM) y4acTKU CIEKTPOB KIETOK KYJIbTYpP
mrammMa WT u myrantoB AtonB u AexbBD1 B Ooraroit (BGl1, 7 mgueét pocta) u
obeanennoi xene3om cpeae (BGl1-Fe, 4 u 7 nuei pocra). CTpenkamMu OTMEYEH CIIBHUT
KpacHoro nuka xjopodumia a ¢ 680 HM B CTOPOHY KOPOTKHX BOJH CBETa y TOJIOJAIOIINX
1o xene3y kinetok (B BG11-Fe) — no 673 uM Ha 4 nenb u 10 671 HM Ha 7 neHb pocTa (cieBa
— UK (PUKOLIMAHUHA).
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Tpurnapoxcamartnsie Kcenocuaepogopsl FCH u FOB He cay:kart

HCTOYHMKAMU KeJie3a s Synechocystis

I'enom Synechocystis conepxut reusl fhuAdl, fhud2 wn fhuAd3, xonupyrommue
npeanonaraemsie peuentopsl (TBDTs) TpuruapokcamatHeix cuiaepodopoB, TaKUX
kak FCH u FOB, B HapyxHnoii memOpane (Kaneko et al., 1996; Katoh et al., 2001a).
Mtamm WT u myrantsel AtonB u AexbBD1 pociu oueHb MeasieHHO B 00€THEHHOM
xenezom cpene YBGI1-Fe, u nmoGaBnenne FCH wim FOB He npuBoguio k
BOCCTaHOBIIeHHIO nX pocTa (PucyHok 3.A u b). Bonee Toro, B npucyTcTBUU Kaxka0ro
u3 atux Fe-cugepodopoB HaOmonamum HE3HAUYUTEIBHOE, HO BOCIPOU3BOAMMOE,
MOHIKEHHUE POCTa KYJIbTYP BCEX TPEX MITAMMOB OTHOCUTEIBHO YPOBHEW UX pOCTa B
00eTHEHHOI JKeNle30M cpejie.

Takum o6pazom, TpuruapokcamatHeie kcenocuaepodopst FCH u FOB ne
yIIOBJIETBOPSIOT MOTPEOHOCTH KIETOK Synechocystis B xelese.

WT AtonB AexbBD1
-Fe FCH FOB +Fe -Fe FCH FOB +Fe -Fe FCH FOB +Fe
! 1
b
R4 } 4 | 4 |
S | 1
Q3 3 3
x
o
5 2 2 2
2
g) 1 11 1
o |_|_Il_'_||_._| 0 l_'jl_ﬂ_'_l 0 |_._||—|l_‘_|
-Fe FCH FOB +Fe -Fe FCH FOB +Fe -Fe FCH FOB +Fe
WT AtonB AexbBD1

Pucynok 3. Poct mramma WT u wmyrantoB AtonB u AexbBD1 Synechocystis B
NPUCYTCTBUM TpUTHApOKcamMaTHbIX KceHocuaepopopoB, FCH wumu FOB, B kauectBe
€IMHCTBEHHBIX UCTOYHUKOB jkeJe3a. ['onoaaromue no xxene3y KieTku pa3Boauiu 10 OD7sy
~ 0,05 B cpenax ykazaHHOTO cocTaBa U 4-MJI KyJbTYpbl HHKYOupoBanu B 20-Mi1 mpoOHpKax
B CTaHJAPTHBIX (OTOABTOTPO(DHBIX YCIOBHSAX O€3 aKTUBHOHM a’pallid B TEUYEHUE JIEBSITH
aueil. (A) @ororpadus u (b) coorBercTByromue koHeunble OD75y KyJabTyp, BbIpallleHHBIX B
cpene YBG11-Fe (—Fe) wmu B cpene YBG11-Fe, conepxameit 10 MmkM FCH nu6o 10 mxM
FOB. IlonoxutenbHblii KOHTPOJIb — KyJIbTyphl B cpene YBGI1 (+Fe). [lokazansl cpennue
3HAYEHUS U CTaHJAapTHBIE OTKIOHEHHUS B TPEX HE3aBUCUMBIX IKCIIEPUMEHTAX.

JAurnapoxkcamarHbie KceHocuaepogopsl FeSK u SAV crumynupyror poct

Synechocystis B 00e[JHEHHOM KeJie30M cpele, 1 UX YTHIN3alusl 3AaBUCUT OT

reHoB fonB-exbBI1D1

Juruapokcamataele  cuaepodopsl  SK  (mm3okuamH) MW SAV  Moryr
CHUHTE3MPOBAThCS M CEKPETUPOBATHCA B OKPYXKAIOMIYI0O Cpely HHUTYATBIMH
ana3oTpoHBIMU IMaHoOaKTepusiMu poaa Anabaena. Ilpoxyuentamu SK sBnstorcs
Anabaena sp. PCC 6411 (Simpson and Neilands, 1976) u Anabaena sp. PCC 7120
(Goldman et al, 1983), Toraa Kak eIMHCTBEHHBIM U3BECTHBIM MPOAYLEHTOM SAV —
A. variabilis (Trick and Kerry, 1992).
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Hamu Obuna uccnepoBana yrtuwnmzauus FeSK u CTpyKTypHO pPOJICTBEHHBIX
cunepopopoB SAV u FeAB xinetkamu Synechocystis. Kak yxe ObLJIO OTMEYEHO
Bhiie (cM. Pucynok 3), mramm WT u mytantel AtonB u AexbBD1 pocnu odenn
MeIJIeHHO B o0eaeHHOM xene3oMm cpeae YBGI11-Fe. Jo6asnenune FeSK mmum SAV
MPUBOJIUIIO K BOCCTAHOBJIEHHUIO pocTa mTamma WT 10 TOro ’xe ypoBHs, 4TO B
cragaaptHoit cpene YBGI1. Ognako HM OAMH M3 3TUX KCEHOCHAEPOPOpPOB HE
BoccTaHaBiuBain poct myTtaHToB AtonB u AexbBD1 (Pucynok 4.A u b). Kak u
oXXujanoch, aobasieHue FeAB, mnposBisBIIero HHU3KYI0 OHOJOCTYNHOCTH JJist
kietok Synechocystis (Lis et al., 2015a), He MPUBOINUIO K BOCCTAHOBJICHUIO POCTa HU
mramma WT, uHu oboux myrantoB (Pucynokx 4.A u b). C omgHOI CTOpPOHBI, 3TH
pe3yNbTaThl CBUJETEIBCTBOBAIM O crnocoOHoctH 1mrtamma WT  Synechocystis
yTuiau3upoBath kceHocuuaepopopsl FeSK m SAV B kayecTBe €IMHCTBEHHBIX
MCTOYHUKOB JK€Jie3a, a C JPyrol CTopoHbl — 00 yTpare Takod CHOCOOHOCTH
myTantamu AtonB u AexbBD1.

I'enwt exbBIDI1 BxoasT B coctaB onepoHa exbBl-exbDI-fhuA2 (Kopf et al.,
2014; Suzuki et al., 2001), B koTopoM reH fhuA2 kogupyeT 00K ¢ MpearnoaaraeMoim
dbynkmuest TBDT (Kaneko et al., 1996; Katoh et al., 2001a). UToObl HCKIIOUUTH
BO3MOXHOCTh MOJIIPHOTO 3(dekTa MHAKTUBALMK T€HOB exbBIDI Ha 3KCIPECCHUIO
HIDKEpacIonokeHHoro reHa (fhuAd?2), namu Obul ckOHCTpyupoBaH MyTaHT AfhuA2.
OTOT MyTaHT, YCIEIIHO CETPErUpOBaHHBIA B TOMO3UTOTHOM cocTostHuu (Pucynok 1)
KaK Ha CTaHJAapTHOM, TaK M Ha OOOTAILEHHOM KeJe30M CEJIEKTUBHOM cpeje, He
OTIMYAJICA IO CBOMM pPOCTOBBIM XapakTepuctukam oT Imrtamma WT Bo Bcex
UCIIOJIb30BaHHBIX B pab0OTE yCIOBUSAX.

CnenoBarenbHo, cuctreMa TonB-ExbB1-ExbDI1 sBnsiercst cymiecTBeHHON ais
YTWIN3AUN JUTHAPOKcaMaTHbIX KceHocuaepodopoB FeSK u SAV  knerkamu
Synechocystis, Torna kak npeanoyaraembiii TBDT FhuA2 TakoBbIM He siBIsieTCS.

NuaxktuBanus reHoB feoB, futB wau futC He HapylIaeT CIOCOOHOCTH

Synechocystis yrniusupoBath KceHocuaepogopsl FeSK u SAV

[Hornomenue kcenocuaepodopa FeAB nHutuaroit unanodakrepueit Anabaena
7120 npoucxoaut ¢ yyactueM TonB-zaBucumoro tpancnoprepa FeSK, SchT, u ne
CBs3aHO ¢ BoccTtaHoBieHueM xenesa (Rudolf ef al., 2016). YV Synechocystis xene3o
BOCCTaHaBJIMBaeTcss U BbIcBoOOXTaeTcsa u3 FeAB B mepumnasme (Kranzler et al.,
2011; Lis et al., 2015a), HO BMecTe ¢ TeM C BbICOKOU 3 (HEKTUBHOCTHIO MTPOUCXOIUT
Bo3BpaTHoe okucienue Fe(Il) B doroaBroTpodHBIX ycrmoBusx (Xu et al., 2016).
[loatomy Henb3ss Obulo uckiIouath, uTo FeSK wu  SAV  Toxe Moryr
BOCCTaHaBJIUBATLCA B MEPUILUIA3MATUUYECKOM MPOCTPAHCTBE KIETOK Synechocystis, u
CBOOOJTHOE KEJIe30 MOXKET TPAHCIOLMUPOBATHCA B LIUTOIUIA3MYy TpaHCMEMOpPaHHBIMU
tpancrioptrepamu FeoB u FutABC, cneuuduunbimu xk unonam Fe(Il) u Fe(Ill),
cootBeTcTBeHHO (Katoh et al., 2001a).

Jlisi mpoBEepKH 3TOTO MPEANOJIOKEHUsS CKOHCTpyupoBanu MyTaHT AfeoB c
HapyuieHHbIM TpaHcnoptepom FeoB, a takke wmyrtantet AfutB u AfutC c
WHAaKTUBUPOBaHHBIMU TmepMeazHod u AT®da3Hoil cyObeAMHUIIAMH TpaHCIOpTEpa
FutABC, coorBetcTBeHHO (Pucynok 1). Myrtant AfeoB He otnuyancs mo pocty ot
mramma WT u B 00eTHEHHOM Kene30M, U B ctannaptHoi cpene YBGI11, Torna kak
myTanTel AfutB u AfutC pocnu 3nHaumtenbHo MmeqneHHee mramma WT B obeunx
ykazaHHbIX cpenax (Pucynok 4.B). OnHako Bce Tpu MyTaHTa JAEMOHCTPUPOBAIH
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pocCT, UAEHTUYHBINA pocTy mTaMma WT, B 00eTHEHHOI jKelle30M cpefie, coepxKaieit
FeSK wnun SAV B kauecTBe €IMHCTBEHHOrO HUCTOYHMKA xene3a. Ha Pucynke 4.B
nmokazaH poct kierok mramma WT u myrantoB AfeoB, AfutB u AfutC B cpene
YBGI11-Fe ¢ noGaenennem FeSK. Takum o6pazom, renwl feoB, futB u futC He

SIBJITFOTCS. HEOOXOAMMBIMH ISl YTHIIM3AIMU TUTHAPOKCAMATHBIX KCEHOCUAEPO(hOpOB
FeSK u SAV y Synechocystis.

A WT AtonB AexbBD1
-Fe FeAB SAV FeSK +Fe -Fe FeAB SAV FeSK +Fe -Fe FeAB SAV FeSK +Fe
| ]
b
S4 L 4] - I
9 el ' '
Cs 3 3
o
o
Ko 21 2
2
ey | 0I_'_Il—'—u—'—ll—'—l P i e T s | |
-Fe FeAB SAV FeSK +Fe -Fe FeAB SAV FeSK +Fe -Fe FeAB SAV FeSK +Fe
WT AtonB AexbBD1
B | ]
%4 1 ]
S | | ] |
O3
4
o
© 21
S
5 1
o
&,
—Fe FeSK +Fe -Fe FeSK +Fe —-Fe FeSK +Fe
AfeoB AfutB AfutC

Pucynok 4. Poct mramma WT u myrantoB AtonB, AexbBDI1, AfeoB, AfutB u AfutC
Synechocystis B TPHUCYTCTBUU JUTHAPOKCAMATHBIX KCEHOCUIEPO(OpOB B KauecTBE
€IMHCTBEHHBIX MCTOYHUKOB jkeJe3a. ['onoaaromue no xxene3y KieTku pa3Boauiu 10 OD7sy
~ 0,05 B cpenax yka3aHHOTO cocTaBa U 4-MJI KyJbTypbl HHKYOupoBanu B 20-Mi1 mpoOupKax
B CTaHJAPTHBIX (OTOABTOTPO(DHBIX YCIOBHSAX O€3 aKTUBHOM a’pallid B TEUYEHUE JIEBSITH
nuelt. (A) ®ororpadus u (b) coorBercTByronme koneunole OD7sy kKynpTyp mrtamMmma WT u
myTaHToB AtonB u AexbBD1, Boipamennsix B cpene YBG11-Fe (—Fe), B cpene YBG11-Fe,
conepxkauieil mo 10 MmxM FeAB, SAV wumu FeSK, mu6o B cpene YBGI1 (+Fe). (B)
Koneunsie OD7s5y kynbTyp myTanToB AfeoB, AfutB u AfutC, BeIpameHHBIX B cpemax
YBGI11-Fe (-Fe), YBGI11-Fe ¢ 10 MM FeSK nmu6o YBGI1 (+Fe). [lokazansl cpeanue
3HAYEHUS U CTaHJAapTHBIE OTKIOHEHHUS B TPEX HE3aBUCUMBIX IKCIIEPUMEHTAX.

I'ennblit knacrep fecCDEBI-schT siBasieTcsi CylleCTBEHHBIM /ISl YTHIN3ALMHU
JUTHAPOKCAMATHBIX KCEHOCUAePO(POPOB KiIeTKaMu Synechocystis

I'enomHasi opranu3anus reHoB, NPeaNnoJa0KUTEeTbHO BOBJIE€YEHHBIX

B KOHTPOJIb TPAHCHIOPTA KceHocuaepodopos y Synechocystis

VYyactue OenkoBoro komiuiekca TonB-ExbB1-ExbD1 B yrunuzamnuum
auruApokcaMatHeix — kceHocuaepodopor FeSK u  SAV y nwmanoGaktepuu
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Synechocystis npeanonaraeT Haau4yue y Hee cucteMm TpaHcnoprta Fe-cuaepodopos.
Kak MuHMMYM 16 TEHOB, KOAHMPYIONIUX OCJIKH, TOMOJIOTHYHBIE KOMITOHEHTaM
M3BECTHBIX TPAHCIOPTEPOB XKeje3a, UACHTU(ULUPOBAIM B TeHOMe Synechocystis
(Kaneko et al., 1996; Katoh et al., 2001a). bbuto moka3aHo, 4TO TOJBKO 5 U3 HUX
(feoB, futAl, futA2, futB wn futC) ABISIOTCS CYHIECTBEHHBIMHU [IJI1 TpaHCIOpPTa
HeopraHuveckoro skenesa. CoriiacHO TmpeacKa3blBaeMbIM in Silico  QyHKIUAM
octaBmuxcs 11 reHoB, ObUIO MPETONIOKEHO, YTO OHU y4acTBYIOT B TpaHcnopTe Fe-
cunepodopoB (Katoh et al., 2001a). DTu reHBI JTOKAIU3YIOTCA HA Y4acTKe T'€HOMa
pasmepom 31 T (13498-44506 1), conepxalieM Takxe reHsl exbB1, exbD1 u tonB.

Brimeynomsinyteie 11 reHOB MOXKHO pa3fAeiuTh Ha JABE (YHKIIMOHAIBHBIC
rpynnbl. [lepBas rpynmna BxitodaeT 4 reHa, fhudl (sll1409), fhud2 (sll1406), fhuAd3
(sir1490) wn iutA (sll1206), xotopsie konupyrot npeanonaraempie TBDTs. Kak yxe
OBLJIO OTMEYEHO BBIIIe, OJUH U3 HUX, fhuA2, HecylecTBEH M YTWIN3aLUUU
kceHocuaepodopoB FeSK u SAV. benok, koaupyeMbiii TeHOM iutA, SIBASETCS
ommkaiiimmm romosiorom 6eiakoB SchT u [utA2 Hutyatoii nnanobakrepun Anabaena
7120 (Mirus et al., 2009), BoBineueHHBIX B mnorjioueHue cuaepodopa FeSK
(Nicolaisen et al., 2008; Rudolf ef al., 2016). Hamu npenyokxeHo HOBOE Ha3BaHHE
s reHa iutA — schT (“schizokinen transporter”) — B COOTBETCTBUU C BBISBICHHOM
(dbyHKIMEH 3TOro reHa (ONMUCaHHON HIKE), a TAK)KE TOMOJIOTHEN ero MPOoayKTa OenKy
SchT Anabaena 7120. Btopas rpynmna BkitouaeTr 7 reHOB, fecBl (siri319), fecB2
(s111202), fecB3 (slri491), fecB4 (siri492), fecC (slri316), fecD (slri317) n fecE
(siri318), mpeanoyoKUTENbHO KOAUPYIOMMX KoMnoHeHThl ABC-TpancnopTtepos
Fec-tuna. benku FecBl1, FecB2, FecB3 u FecB4 npencraBndior npeamnonaracMblie
nepuruiazmaTuieckue (cyocrpar-) cessbiBatomue Oenku, PBPs, Torna xak FecC u
FecD — TtpancmemOpannble nepMmeasHbie Oenku, a FecE — accoumupoBaHHyiO C
BHyTpeHHe memOpanoir AT®da3zy. OueBunno, tonbko Oenku FecC, FecD u FecE
noaxonar mjsi coopku kopoBoro ABC-TpancmopTepa THUIIOTETHYECKOW CHCTEMBI
ummnopta Fe-cunepodopos y Synechocystis.

NuaxkruBanus j1060ro us reHos fecB1, fecC, fecD, fecE nwiu schT

HapywaeT cnocoOHOCTh Synechocystis yTwiin3upoBaTh

kceHocuaepogopsl FeSK u SAV

I'enwt fecC, fecD u fecE Synechocystis BXOIAT B COCTaB T'€HHOTO KiacTepa
fecCDEBI-schT, B xotopoM TeHbl fecB1 u schT xonupytoT npenmnonaraemeie PBP u
TBDT, coorBeTcTBEHHO. BcCe mIATH T€HOB TECHO CLEIUIEHBI B XPOMOCOME H, 3a
UCKJIIOUeHUEeM reHa schl, TpaHCKpUOUPYIOTCS B OJHOM HampaBiieHHH. [1oCKONbKY
3TH (U3UYECKU KJIACTepU30BaHHBIE TEHbl KOJUPYIOT BCE MpeArnojaraembie
KOMIIOHEHThl TonB-3aBucumoli U omnocpenyemMoi cuaepodopaMu  CHCTEMbI
MOTJIONIEHHUS KeJe3a, OHU OLICHMBAIMCh HAMHU KaK HauOoJiee BEPOATHbIE KaHIUIATh
Ha ydactue B KoHTposne wummnopra FeSK u SAV. [lng npoBepku ITaHHOTO
MIPETOJIOKEHNS TeHbI-KaHAUIAaThl ObUIM MHAKTUBUPOBAHBI BBEICHHEM JICJICIHI C
3aMeIleHUEM YJAJICHHBIX YYaCTKOB KacCETOM YCTOMYMBOCTH K KaHAMMIIMHY, Kak
onucaHo B ryiaBe «Marepuanbsl u Metoasi». 'omoszurotusie mytanTsl AfecC, AfecD,
AfecE, AfecB1 u AschT Obumn ycnemrHo BbIAENEHBI Ha CTaHJAPTHOW CEIEKTUBHOU
cpene, uto ObUIO moATBepxkAeHO pesynbTaTtamu [I1[P-ananuza (Pucynok 5.A u B).
Kak u oxxuanoce, morydyeHHble MyTaHThI HE OTIMYaIUCh OT mrtaMma WT 1o pocTy B
CTaHJApTHOM cpelle U HE JIEMOHCTPUPOBAIM Oo0Jee BbIPAKEHHOTO (EeHOoTuUma
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roJI0JIaHus KJIETOK MO >Keje3y B OO€JHEHHOU xkene3oM cpene (He mokazaHo). OHu
ObUTM TMpOBEpeHbl Ha crocoOHocTh yTuiusupoBath FeSK u SAV B kauectse
€AMHCTBEHHBIX HMCTOYHUKOB Xkene3a. llltamm WT u nmath yka3aHHBIX MYTaHTOB
pocii O4eHb MeJJIeHHO B o0OemaHeHHO# jxene3om cpene YBGI11-Fe (Pucynok 6).
Ho6aenenue FeSK nu6o SAV npuBonuno k BoccTaHOBIEHHIO pocTa mramma WT.
Hanpotus, HM 01IMH U3 JBYX KCEHOCUAEPO(OPOB HE BOCCTAaHABIMBAI POCT MYTAHTOB
AfecB1, AfecC, AfecD, AfecE u AschT (Pucynok 6), 4To yka3bIBaJlo Ha yTpaTy
STUMHU MYTaHTaMu crnocoOHoctu ytunusupoBath FeSK u SAV B kauecTse
€MHCTBEHHBIX UCTOUHHUKOB JKeJie3a.

AfecB1 AschT AfecB2 AfhuA1 AfhuA3 AfecB3  AfecB4

fhuA1 F—— huA3

slr1316 sir1317 sir1318 sir1319 sli1206 sll1202 sll1409 slr1490 slr1491 slr1492
fecC fecE schT PCR fhuA1 fhuA3 fecB4
>1 2« »>5 6« »9 10« >14 15« »17 18« »>22 23+«
fecD fecB1 5-schT fecB2 5-fthuA1  5-fhuA3 fecB3

>3 4« 7 8« 11> 10« >12 13« >16 16« »17 19« »>20 21«
N N )
. ¥ 8 s
& @ &
£ O

fecC fecD fecE fecB1 schT  5-schT - fecB2  fhuA1 5-fthuA1  fhuA3 5-fthuA3 fecB3  fecB4

Pucynox 5. KonctpyupoBanue u cerperamus mytantoB AfecC, AfecD, AfecE, AfecBlI,
AschT, AfecB2, AfhuAl, AfhuA3, AfecB3 u AfecB4 Synechocystis. (A) Cxema
JeJIEHMOHHO-NHCEPIIMOHHON  MHAKTUBALlMM  COOTBETCTBYIOIIMX TeHOB. Jlokamu3anus
uHCcepuii kaccersl Km' y MyTaHTOB mokasaHa Hajx reHamu. OTpe3KH IMOJ TeHaMH
COOTBETCTBYIOT y4yacTKam, noaBeprHyTeiM [II[P-aHanu3y ¢ ucnonp3oBaHuMEM NpaliMepoOB,
o00o3HaueHHBIX  HymepoBaHHbIMH  cTpenkamu. (b)  Pesymprater  [I1[P-ananu3a,
JIOKa3bIBAIOLIUE TOMO3UTOTHOCTh MyTaHTOB. M — JIHK-mapkeps! (TIH).

Kommuiiementaunonubiii anaaus MyTanToB AfecB1 n AfecE

IIBa rena fecE wu fecBl xnactepa fecCDEBI-schT nepekpbiBaloTcs U
COCTaBJISIOT €UHYI0 TpaHckpunimonnyto enunuiy (Kopf et al., 2014). B cBs3u ¢
STUM HeJb3sl OBUIO HUCKIIOYaTh, 4YTO T'eH fecE He ydacTByeT B YTWIM3aLUU
kceHocuaepodopoB, u ¢enorun myranta AfecE o0ycioBieH CTpOruMm MOISPHBIM
s (exToM MHAKTHBALMU TeHa fecE Ha SKCHPECCHUIO MEPEKPHIBAIOIIEIOCS ¢ HUM T'eHa
fecBl. ]Ins mposicHeHUs pojid TeHa fecE B yTuiau3aluud KceHOCUIepo(opoB ObLI
MPOBEJIEH KoMIUIeMeHTalluoHHbIA aHanu3 MmyTanToB AfecE u AfecB1. C 3Toil nenbio
Ha OCHOBE BekTopa pVZ326, crnocoOHOTO pPEIIMIUPOBATHCS B IIMPOKOM Kpyre
oakrepuit (GenBank, MG356711), ckoHCTpyHpOBaiu PEeKOMOMHAHTHYIO MIa3MUAY
pVZ-fecB1, conepxkanryio rex fecBI moj KOHTPOJIEM KOHCTUTYTHBHOTO IIPOMOTOpA.

C nmomoIp0 KOHBIOTAIMOHHBIX CKpelBaHui miazmMuny pVZ-fecBl Beenu B
kietku myTaHToB AfecB1 u AfecE. Kak nokazano na Pucynke 6.A u b, BBenenue
miazmuael pVZ-fecBl B myrant AfecBl, no nHe AfecE, npuBomuno x
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BoCCTaHOBiIeHHIO (eHoruna mramma WT, TO ecTh, CIHOCOOHOCTH KIIETOK

ncroab3oBaTh FeSK uimm SAV B kauecTBe €IMHCTBEHHOI'O NICTOUYHUKA JKEJIe3a.
Takum  oOpazoM, Bce TreHbl kinacrtepa fecCDEBI-schT  sBastotcs

CYILIECTBEHHBIMU 7151 yTHim3anuu kcenocuaepodopoB FeSK u SAV y Synechocystis.

A PocTt knetok B 3HaueHnsa OD5g
-Fe FeSK SAV -Fe FeSK SAV
AfecB1} f AfecB1|0,333+0,094 | 0,231+0,140 | 0,192+0,031
AfecB1 7 y ; AfecB1
V2 TorB \_‘i_. (VZ-faair)| 0-385£0,146 | 3,335£0,225 [3,01420,200
afecefl B YW, AfecE|0,305£0,077 |0,184+0,091 |0,157+0,073
AfecE ; AfecE
vzt Lk 1| (ovziecan|0:276£0086|0,23420,055(0,177:0,073
S () AfecC|0,361+0,080 |0,285+0,074 | 0,196+0,076
AfecD AfecD|0,345+0,076 |0,236+0,055 | 0,214+0,052
AschT Yan) AschT|0,304£0,085 |0,196+0,063 |0,176+0,031
B PocT kneTtok r 3HayeHus OD5q
~Fe FeSK SAV FE FeSK SAV
WT ;.;. WT|0,358+0,008 | 3.484+0,197 | 3,443+0,145
AfecB2| .. AfecB2/0,365+0,076 | 3,380+0,165 | 3,440+0,206
AfecB3 l.j:. AfecB3|0,378+0,092 | 3,48140,118 | 3,288+0,185
o N, -
AfecB4 .. AfecB4|0,355+0,071 | 3,251+0, 136 | 3,378+0,181
AfhUAT :':.: AfhuA1|0,346£0,079 | 3,311£0,203 | 3,307+0,152
AfhuA3 .. AfhuA3| 0,338+0,094 |3.4100,171 | 3,146+0,162

Pucynok 6. Poct mramma WT u mytantoB AfecB1, AfecB1(pVZ-fecB1), AfecB2, AfecB3,
AfecB4, AfecC, AfecD, AfecE, AfecE(pVZ-fecBl), AfhuAl, AfhuA3 wu AschT
Synechocystis B IpUCYyTCTBUU TUTHAPOKCaMaTHBIX kceHocuaepodopor, FeSK uwmu SAV, B
KauyecTBE €IMHCTBEHHBIX UCTOYHUKOB jKeJe3a. ['omomaromue no sxene3y KIeTKH pa3BOAIN
10 OD7so ~ 0,05 B cpene YBGI11-Fe (—Fe) nmu6o B cpene YBGI11-Fe ¢ no6asnenuem 10
MKM FeSK unu SAV u 4-mn KynbTypsl UHKYyOHpoBaiiu B 20-Mi1 mpoOUpKax B CTaHAAPTHBIX
($hoT0aBTOTPOPHBIX yCIOBUAX O€3 aKTHBHOW a’paluud B TeueHHe AeBATH AHel. (A u B)
dortorpadu MHUKPOIYHOK C KyJIbTypaMH IITAMMOB, HECHOCOOHBIX, 3a HCKIIOYEHUEM
AfecB1(pVZ-fecB1) (A), mu6o cnocoOubix (B) yrunusupoBats FeSK u SAV. (b u I)
CootBercTBytomue koHeuHble OD7sg KynbTyp B BUIE CpPEeIHUX 3HAUYEHUN M CTaHAAPTHBIX
OTKJIOHEHUH, MOJIyYeHHBIX B TpeX He3aBUCUMBIX 3kcrnepumenTtax. llltammer AfecBl1(pVZ-
fecB1) u AfecE(pVZ-fecB1) npencraBnstor coboii TpaHCKOHBIOTaHTH MyTaHTOB AfecB1 u
AfecE, cOOTBETCTBEHHO, KOTOpBIE COJEpKaT PEeKOMOMHAaHTHYIO Tutazmuay pVZ-fecBl c
KOHCTUTYTHUBHO SKCIPECCUPYIOLIUMCS TeHOM fecB1.

16



NuaxkruBanus 1000ro us reHoB fecB2, fecB3, fecB4, fhuAl wnu fhuA3

He HAPYWIAET COCOOHOCTH Synechocystis yTUJIN3UPOBATH

kcenocuaepogopsl FeSK u SAV

Jlns BesicHeHus Bkiana B yruwinszauuio FeSK m SAV «cuporckux» PBPs u
TBDTs Synechocystis, xonupyembix reHamu BHe kiactepa fecCDEBI-schT, Obuin
CKOHCTpyupoBaHbl romo3urotHeie MyTaHThl AfecB2, AfecB3, AfecB4, AfhuAl u
AfhuA3 (Pucynok 5). Bce MyTaHTBI pOCiu C TaKOW k€ CKOPOCTBHIO, KaK U IITaMM
WT, B crangaptHoii uiaM oOegHEHHOW >keie3oM cpene. bornee Toro, oHu He
ornnmyanuck ot mramma WT no pocty B npucyrcteun FeSK nnmn SAV B xauectse
€MHCTBEHHBIX UCTOUYHUKOB xene3a (Pucynok 6.B u I).

Takum ob6pazom, rensl fecB2, fecB3, fecB4, fhuAl w fhuA3 He sBusOoTCA
CYLIECTBEHHBIMU ISl YTHIIM3AIMU TUTHAPOKCaMaTHbIX KceHocuaepodopos FeSK u
SAV xierkamu Synechocystis.

Yuacrue kcenocugepopopa SAV u pakTopoB TPaHCKPUIILUK CeMelCcTBA
AraC/XylS B peryasiuum 3xcnpeccun reHoB schT u fecB1 Synechocystis

VYyactok reHoma Synmechocystis, B KOTOPOM COCPEAOTOYEHBI T'EHBI
MpeAnoIaraéMblx KOMIIOHEHTOB CUCTEM TPAHCIIOPTa CUIEPOPOPOB, COACPKUT TAKKE
TPU TOMOJIOTUYHBIX TeHa, pchR1 (sll1205), pchR2 (slr1489) u pcrR (sll1408), AraC-
nofaoOHbIX (paktopoB Tpanckpumnuuu (Kaneko et al., 1996). Kaxasiii u3 sTux Tpex
T'C€HOB CIICTUICH C OJJHUM U3 TeHOB mnpeanonaraemeix TBDTs, schT, fhuA3 v fhuAdl,
COOTBETCTBEHHO, U, OoJiee TOTo, TeH pchR I nononHseT TeHHbI kinactep fecCDEBI-
schT, BoBne4eHHbIH B yTuimn3anuio kcenocuaepopopos FeSK u SAV.

3aBucumas or resa pchR1 u moaynupyemasi renamu pchR2 u pcrR

CTUMYJISAIUA TPAHCKPpUNIUU reHoB schT u fecB1 kcenocunepogopom SAV

C nomonipro metona OT-IILP PB namu nokazano, uto y mramma WT npu
HeJlocTaTKe Kene3a kceHocuaepodop SAV cTUMyIUpyeT SKCIpPEeccuto TeHoB schl u
fecBl, xomupyromux mpeanonaraembie TBDT wu PBP  aurmapoxkcamatHbIx
kcenocuaepodopoB FeSK u SAV (Pucynok 7.A). IIpu atom SAV He cTumynupoBai
sKkcrpeccuto reHoB mnpeanonaraemslx TBDTs, fhudl, fhuA2 w fhuA3, xotopbie He
ABJIAIOTCS CYILIECTBEHHBIMU ISl ero yruinuzauuu (Pucynox 7.J1).

JUisi  BBISICHEHHS POJM  PEryIsiTOPHBIX Te€HOB pchRI, pchR2 wu pcrR
Synechocystis B KOHTpoOJ€ YTWIM3aUUHU JUTHAPOKCAMATHBIX KCEHOCHAEpOhOpOB
HCCIIEIOBAM, KaK Ha DJKCIPECCHI0 YKa3aHHbIX T'e€HOB BiMseT SAV, M Kak HX
WHAKTUBAIUS BIUSET Ha cTUMyinupyeMyio SAV skcnpeccuto reHoB fecBI u schT. C
ATOW ENbI0 MCIOJIb30BAIM MYTaHThl M3 KOJUIEKUMHU Hamied jmadopatopun ApchRl1,
ApchR2 u ApcrR. Bbbuio ycTaHOBIIEHO, 4TO B HPHUCYTCTBHM >K€J€3a MYTaHThl HE
otnuyarorcst oT mramma WT 1o ypoBHSIM TpaHCKPUIIUH, Kak TeHOB fecBI w schT,
Tak U reHoB fhuAdl, fhud2 v fhuA3. Bmecte ¢ TeM KaXIblii MyTaHT JEMOHCTPUPOBAI
MOBBIILIEHUE TPAHCKPUIILHMK (JIepenpeccuio) ABYX JHUOO OJHOrO M3 JBYX JAPYTHX
peryisTopHbeiXx reHoB. Y mytanta ApchR1 Obutn nepenpeccupoBanbl reHbl pchR2 u
pcrR, y mytanta ApchR2 — ren pcrR, a y myranta ApcrR — ren pchR2 (PucyHok
7.E). Ilpu HemocTaTke jkejie3a YPOBHU TPAHCKPUIILKUU BCEX TPEX PEryISTOPHBIX
reHoB 3aMeTHO NoBbImanuck y mramma WT (Pucynok 7.A). B aTux xe ycnoBusix y
MYTaHTOB HaOJIOJaIM CYIIECTBEHHYIO Jepenpeccuio (MOBBILIEHWE YpOBHEH
TpaHCcKpunuu Ha 1-2 nopsiaka B cpaBHeHHH ¢ WT) Ipyrux peryiasiTOpHbIX T'€HOB:
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y ApchR1 — renoB pchR2 u pcrR, a y ApchR2 u ApcrR — rena pchRI u
COOTBETCTBEHHO reHOB pcrR wiu pchR2 (Pucynok 7.5, B u I'). Takum o6pazom,
roMoJioruuHble TeHbl pchR1, pchR2 n pcrR Synechocystis SBISIIOTCSI KOMIIOHEHTaMHU
€AUMHON PEryJasiTOPHON CEeTH U CIOCOOHBI K HEraTMBHOW B3aMMOpEryJsiuuu, Oolee
SPKO BBIPAKEHHOMN IIPU rOJIOAAHUH KIETOK IO JKEJe3y.

[Ipu nenmocrtatke xene3za myTaHThl ApchR1, ApchR2 u ApcrR nocrosephno
oTau4anuch ot mramMmma WT 6ojee BBICOKMMU YPOBHSIMU TPAHCKPUIIIIUU T€HOB fecB 1
u schT (Pucynok 7.b, Bu I'), uTo yka3piBajgo Ha HETAaTUBHYIO PETYJISIIIUIO 3TUX T'€HOB
reHamu pchR1, pchR2 v pcrR. Y mramma WT kcenocunepodop SAV ctumynupoBat
TPAHCKPUIIUIO TeHOB fecBI u schT, HO UHTMOMPOBAJ TPAHCKPHUIILIMIO T€HOB pchR1 u
pchR2 nuxe 6azoBoro ypoBHs (Pucynok 7.A). Hanportus, y myranta ApchR1 SAV
HE CTUMYJIMPOBaJl TpaHCKpumuuio reHoB fecBI u schT (Pucynok 7.B); onnako,
CTUMYJIMPOBAJI UX TPAHCKPUIILIHIO O MAKCUMAaJIbHO BBICOKUX YPOBHEH y MYTAaHTOB
ApchR2 u ApcrR (Pucynox 7.B u I'). OTu pe3ynapTaThl MO3BOJSIOT MOJarath, 4To
o6enmok PchR1 ¢ wucnonb3oBanuem SAV B poiu mNOTEHHIHAIBHOTO 3(dexTopa
CIOCOOEH pEeNpeccupoBaTh TPAHCKPUIIIIMIO COOCTBEHHOrO0 reHa (BO3MOXKHO, U
TOMOJIOTHYHOTO reHa pchR2) U aKTUBUPOBATh TPAHCKPUIILIMIO TeHOB schT u fecBl.

A WT O-Fe mSAV B ApchR1 O-Fe mSAV
1000 1000
100 100
10 10
BY-+1 BY-+1
0.1 0.1

fecB1 schT pchR1 pchR2 pcrR schT pchR1 pchR2 pcrR

B ApchR2 O-Fe mSAV r ] ApcrR O-Fe mSAV
1000 10003
100 100%
10 10;
BY-1 5y+1;
0,1 0 1

fecB1 schT pchR1 pchR2 pcrR *" fecB1 schT pchR1 pchR2 pcrR

OTHOocUTEnNbHas aken peccus
OTHOoCcUTENbHanA 3Ken peccus

OTHocuTenbHas aken peccus
OTHocUTenbHas aken peccus

]

WT O-Fe B SAV
100 E

pchR1
10
+Fe
BY-+1 4
— [

0,1

OTHocuTEnbHas aKcnpeccus

fhuA1 fhuA2 fhuA3
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OBCY/KIAEHUE

CornacHo MoONy4eHHBIM B HacTosiuled pabore pesynbTatam, cuctema lTonB-
ExbB1-ExbD1 He sBnsieTcss CylecTBEHHOW IS TOTJIONIEHUS CBOOOJHBIX HMOHOB
xKenesa IuaHoOakTepuen Symechocystis, 4TO TNPOTHUBOPEUYUT CBEACHUSIM 00 HX
nepeHoce 4Yepe3 HapyKHYyl0 MeMOpaHy [aHHOM IMAaHOOAKTEpPUH C TOMOIIBIO
HeuneHtuduuupoanHoro ExbB-ExbD-3aBucumoro tpancmoprepa (Jiang et al.,
2015). OTo mpoTUBOpEUYNE MOKET OOBICHATHCSA TEHETUUECKUMU PA3IUYUSIMUA MEXKIY
mrammamu  WT  Synechocystis, ucnonb3yembiMH B pa3HbIX Jabopatopusx. He
UCKIIIOUYEHO, 4TO Tpu Komiuiekca ExbB-ExbD, koropble pa3fenstoT 4YacTUYHO
M30bITOYHBIE (YHKUIMM TOTJIOLIEHUSI HEOpraHuueckoro jxenesa y mramma WT,
HCIIOJIb30BaHHOTO B pabote Jiang et al. (2015), ABISIOTCS MOTHOCTHIO N30BITOUHBIMHU
y mtamma WT u3 Hameit naboparopuu. B Oyayiiem aist BISICHEHUSI 3TOrO BOIIPoOca
HEOOXOIUMO HCCIEA0BaTh 3aBUCUMOCTH POCTa KIETOK OT ejle3a y MYTaHTOB,
CKOHCTPYUPOBAHHBIX HAa OCHOBE Hamero mrammMa WT ¢ HMHaKTUBUPOBAaHHBIMH
knacrepamu exbB2D2 w exbB3D3D4, kak MO-OTACIBHOCTH, TaK U B KOMOUHAIUSAX
JpYyT ¢ IPYrOM U C U3YYEHHBIM B HacTodllel padore kiactepom exbBID].

Hamu ycranoBieHo, uto quruapokcamathbie kceHocunepodopsl FeSK u SAV
BBICOKO OMOJOCTYNHBI JUIsl HE CHHTE3UpYIoled CcOOCTBEHHbIE CUAEPOdOpPHI
nuaHo0axkTepun Synechocystis U CHOCOOHBI CIYKUTh €IMHCTBEHHBIMU UCTOYHUKAMHU
xenesza s ee pocta. Kpome Toro, eHOTUNMUECKUN aHAIN3 MYTAaHTOB, 1€(QEKTHBIX
o reHam tonB (slr1484) u exbBl-exbD1 (sll1404-sll1405), npenocTaBuil MpsIMoe
cBUJIETeNbCTBO ydacTusi cucrembl TonB-ExbB1-ExbD1 B yrunuzamuu 3THX
kceHocuaepodopoB knetkamu Synechocystis. B ornuune ot FeSK u SAV,
CTPYKTYPHO CXOJHBbIN ¢ HUMH cunepodop FeAB necrocoOeH moaepKuBaTh pPoCT
KIETOK Synechocystis, TOJNOJAIOIIMX MO >Kelle3y. OJTO YKa3blBA€T Ha BBICOKYIO
cyOCcTpaTHyr0  CHeUMPUYHOCTH  CHUCTEM  TpPAHCIOpPTa  JAUTHJIPOKCAMATHBIX
KCeHOCUepo(OopoB y JaHHOW IMaHOOAKTEpHUH.

C noMouipl0 HampaBJICHHOW HWHAKTHUBALIMM TE€HOB HaMU HUACHTU(PUIUPOBAH
reHHbiid knactep fecCDEBI-schT, BOBIEUEHHBIH B yTUIN3AIUIO JUTUIPOKCAMATHBIX
kceHocuaepodopoB FeSK u SAV knerkamu Synechocystis. benku, xogupyemsbie
IATBI0 T€HAMH 3TOTO KIJIACTEPA, BKIKOYAIOT, COMVIACHO MX MPEAIOJIaraeMbIM

Pucynok 7. M3MeHeHHS B DOKCOpecCHMH psna TeHOB Synechocystis, 0OyCIOBJICHHBIC
KceHocuaepopopom SAV UM MHAKTUBAUMEH PEryIsITOPHBIX T'eHOB pchR1, pchR2 w pcrR.
TunuuHble pe3yabTaThl JBYX-TPEX HE3aBUCHUMBIX ONBITOB MO oleHKe ¢ momMonipto OT-ITLP
PB oTHOcuTENnbHBIX YpOBHEH TpaHCKpUMNIMKU reHoB fecBl, schT, pchR1, pchR2 n pcrR 'y
mrtamma WT (A) u myrantoB ApchR1 (b), ApchR2 (B) u ApcrR (I') B 3aBucuMocTH OT
Hanuuus B cpene kene3a win SAV. Jlng cpaBHenust y mrtaMMma WT mokaszaH XapakTep
skcnipeccunt TeHOB fhuAdl, fhuA2 wn fhuA3, xomupyomux, Kak u schT, mpenanonaracMbie
TBDTs (Jl). OTMbITBIE OT >Kene3a KIETKH WHKyOupoBanmu 72 daca B cpemax YBGII
(xoutpounb +Fe), YBGI11-Fe (—Fe) miu YBGI11-Fe + 10 MM SAV. YpoBHU TpaHCKpUNIIIUU
T€HOB BBIPAXKaJld OTHOCUTEIbHBIMU 3HAYEHUSIMU K MPUHUMAEMbIM 3a 1 0a30BbIM YpOBHSIM
(BY) ux tpanckpunuuu y mramma WT B nipucytcrsum xkenes3a. (E) Cxema peryiasiTopHbIX
OTHOLIEHUH Mexay reHamu pchR1, pchR2 v pcrR B nmpucyTcTBUHU Xene3a. Tymble CTpesKu
YKa3bIBaIOT pernpeccuio reHoB-muuieHedl y mramma WT; mudper — kosdduumentsr ux
Jeperpeccuu (CpeHue 3HAYeHHs] B TPEX HE3aBUCHUMBIX SKCIIEPUMEHTaX) Yy MYTAHTOB
ApchR1, ApchR2 u ApcrR 1o cooTBeTCTBYIOIIUM I'e€HAM-PETYISTOPaM.
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¢byukuusam, TBDT (SchT), PBP (FecB1), nBa TpancMeMOpaHHBIX epMea3HbIX Oenka
(FecC u FecD) u AT®azy (FecE). Dtu 6enku mpeacTaBisioT coO00H KOMIOHEHTBI
TUMIMYHOM JJI1 TpaMOTpULIATENbHBIX OaKTepuil CHUCTEMBbI TpaHCIOpTa Kelesa,
KoTopass oOecrneunBaeT mnpsMod mnepeHoc Fe-cugepodopoB B murominazmy 0e3
BOCCTAHOBIICHHS JK€Jle3a CHAapYXU KIETKHM WIM B IepuiriazMe. B COBOKyNMHOCTH
MIPUBEJICHHBIE JAHHBIC MPEAIONAraloT CIAEAYIONIY0 MOJEIb NIyTH TpaHCIOpPTa
TUTHAPOKCAMATHBIX KCEHOCHAEpOoPopoB B IMaHOOaKTepuro Synechocystis mpu
HEeJI0CTaTKe KeJjie3a B MPUPOAHBIX MecTax ee ooutanus (Pucynok 8). CornacHo 3Toi
Mojenu, BHekIeTrouHwsli Fe-cumepodop, Takoit kak FeSK wumu  SAV,
TPAHCIIOPTUPYETCS 4epe3 HapyxkHyr MemOpany crneuuduyeckum TBDT SchT,
KOTOpBIN oOecrneunBaeTcsl SHEPruel MpoTOH-IBIKYIIEH cuibl yepe3 cuctemy TonB-
ExbB1-ExbD1. TloctymuB B  mepumnasmy, Fe-cumpepodop  cBsa3biBaercs
cnenuduyeckum PBP FecB1 u pocraBnsiercs xk kopoBomy ABC-tpancnoptepy
FecCDE, cocrosmemy u3 memOpanHoro mnepmeasHoro komiuiekca FecC/FecD u
romonuMmepHoir AT®da3el FecE, acconuupoBaHHOW ¢ BHYTpeHHEH MeMOpaHOM.
Hakonen, tpancnoprep FecCDE omnocpeayer 3aBucumbiii oT ruaponusza ATO
nepeHoc Fe-cunepodopa uepe3 BHYyTpeHHIOIO MeMOpaHy B nuroriazMmy. [Ipunumas
BO BHHMaHUE poJib reHa iut4 B yrunuzaunu FeSK, Mbl npenaraem nepeuMeHOoBaTh
ero B schT («schizokinen transporter»). Cneayer oTmMeTuTh, 4To Fec-momoOHbBIM
ABC-tpancnoprep FecCDE sBnsieTcss €qUHCTBEHHBIM IPEICKa3bIBAEMBIM KOPOBBIM
ABC-tpancnioprepoM, KOTOpBIM MOJET YydacTBOBaTb B morjouieHun Fe-
cunepodopoB y Synechocystis.

@ Fe-cupoepodop

}

HapyxHasn
MemOpaHa

:‘. > = Mepunnasma

TonB

BHyTpeHHsARA
MemOpaHa

ExbB1

|
:
O

Pucynok 8. Mojens myTu TpaHCHIOpPTa JUTHIPOKCAMATHBIX KCEHOCHAEPO(POPOB B KIETKY
Synechocystis. Fe-cunepodop — kceHocunepodop FeSK nmu6o SAV. [losicHeHus B TEKCTe.

Hanuuue y Synechocystis yetbipex npeanosiaraeMbix TBDTSs MokeT oTpaxkathb
ee CIOCOOHOCTh YTHUJIM3UPOBATh B KAUECTBE MCTOYHUKOB JKeJie3a KCEHOCUIEPOdOpPHI
paznuuHbIX TUTIOB. YcTaHoBiaeHO, 4To TBDTs FhuAl, FhuA2 u FhuA3 ne aBastoTcs
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cymecTBeHHbIMU 17 ytunmzauun FeSK m SAV. BMmecte ¢ Tem Hamu AaHHbIE
YKa3bIBAlOT Ha TO, YTO TOJbKO oauH u3 uetbipex PBPs, FecBl, sBusercs
CYLIECTBEHHBIM ISl YTWJIM3aLUMU ATUX JUTHAPOKCAMATHBIX KCEHOCHAEPOPOPOB.
Henw3a uckmouats, yto Tpu cuporckux TBDTs (FhuAl, FhuA2 u FhuA3) u tpu
cuporckux PBPs (FecB2, FecB3 u FecB4) cnocob6usl ¢opmupoBaTh
aNbTEPHATUBHBIE CHUCTEMbl TIOTJIOUIEHUS CINEHUMPUUECKUX KCEHOCHAEpOdOpOB
COBMECTHO ¢ €InHCTBEHHBIM KOopoBbIM ABC-tpancnoprepom FecCDE. Cupotckue
PBPs mmpoko pacnpocTpaHeHbl y OakTepuid, U NpuUMepbl UX (PYHKIMOHAIBHOU
aKTUBHOCTH Xopor1o u3BecTHbl (Thomas, 2010).

Taxkum oOpaszom, nmaHobGakTepust Synechocystis cnocooHa yrunusupoBath Fe-
cuaepodopbl Yepe3 TPaJAULMOHHBIA sl TPaMOTPULIATENbHBIX OakTepuil myTh
noryonieHus xeineza. Cucrema, cocrtosimas u3 crneuuduyeckoro TBDT SchT u
ABC-tpancnioprepa  FecBICDE, mno3Bonsier  unumaHoOakTepuud  pactd ¢
ucrnoiab3oBanueM kceHocuaepodopoB FeSK u SAV B kadecTBe €IMHCTBEHHBIX
HMCTOYHUKOB JKeJie3a. B cBSA3M € 3TUM BOCCTAHOBUTENBHBIN IIyTh, KOTOPOMY OTBOAWIIH
LHEHTPAJIbHYIO POJb B TMOTJIOLIEHUU ITUAHOOAKTEPUSIMU OPTaHMYECKH CBSI3aHHOTO
xenesa (Kranzler et al., 2011; Lis et al., 2015a), npeacTtaBisercs: nepeorieHeHHbIM
st Synechocystis.

[IpoBeneHHBII HaMU aHaIU3 JKCIPECCHMM TE€HOB INPEANOJIAaraéMbIX CHUCTEM
TpaHcnopta cujuepo@opoB u reHoB AraC-mojgoOHbIX (DaKTOPOB TPAHCKPUIILIUU C
ucnonbzoBanueM OT-IILIP PB nonoxui Hauano U3y4eHUI0 MEXaHU3MOB PETYJISALNU
MOTJIOIIEHUS TUTHAPOKCAMATHBIX KceHOocuaepopoB y Synechocystis. Y CTaHOBJIEHO,
YTO B YCJIOBUSAX HEJOCTaTKa kene3a kceHocuaepohop SAV oka3bIBaeT HEraTUBHBIN
3¢ dexT Ha TPAHCKPUMIMIO PETYISITOPHOTO TeHa pchRI W TO3UTHBHBIM — Ha
TpaHcKpunuuio reHoB schT u fecBl. Ilpu 3ToM y MyTaHTa ¢ WHAKTUBUPOBAHHBIM
reHoM pchRI He HaOdI0faeTcsl MOBBIINIEHUS 3Kcnpeccun TeHoB schTl u fecBl B
npucyrctBun SAV. IlpeacTaBieHHble JaHHBIE XOPOILIO COMIACYIOTCS ¢ oOmen A
IpaMOTPUIIATENIbHBIX OaKTEpUil MOJIENbI0 pEeryjsilud cucteM TpaHcnopra Fe-
cunepodopoB, omnocpeayemoir AraC-mogoOHbIMU  (paKTOpaMHU  TPAHCKPHUIILIHH.
Coo0Opa3zno c stoit Mozenbto Oernok PchR1 B kommekce ¢ kceHocunepopopom SAV
B KauecTBe 2 (PexTopa MOXKET HEraTUBHO PETYJIUPOBATH SIKCIPECCHIO COOCTBEHHOIO
reHa U MO3UTHUBHO — 3Kcnpeccuto reHoB schl u fecB1. OnHako B3auMHas penpeccus
TpEX PEryJIsaTOpPHBIX TE€HOB, pchRI, pchR2 w pcrR, CyImECTBEHHO OCJIOXHSIET
MHTEPIPETALNIO IOJYUYEHHBIX HAaMH pE3yJbTaTOB M MOHMMaHWE BKJIAJa KaXKIO0ro
reHa B KOHTPOJIb YTWUJIM3alUU KceHocuaepohopoB y Synechocystis. [Ins peuienus
ATOrO0 BOMpOCa HEOOXOAWMBI JalbHEWINE HCCIEJAOBAHMS, B YACTHOCTH, C
MCIOJIb30BAaHUEM JBOMHBIX U TPOMHOTO MYTAHTOB 110 TeHaM pchR 1, pchR2 u pcrR.

B 3akmioueHue clieyeT OTMETHTb, YTO CIOCOOHOCTH Symechocystis
YTWIN3UPOBATh KCEHOCHIEPOPOpbl UMEET Ba)XKHbIM sKosnorundeckuit acmekr. Kak
M3BECTHO, IMAHOOAKTEPHUM, CHUHTE3UPYIOIIME W TOrjolaiue coOCTBEHHbIE
cuiepodopbl, YCHEIIHO KOHKYPUPYIOT € JYKApPUOTHYECKUMH BOJOPOCISIMU 32
OTpaHUYCHHBIE 3aMachbl eje3a B IPECHOBOJHOM cpene obutanus. Hampumep,
cuaepodop TUApPOKCAaMaTHOrO THMA, MPOAYLUHUPYEMbIH HUTYATON IMaHOOaKTepuen
Anabaena flos-aqua, KOTOpas BHOCUT CYIIECTBEHHBIN BKJIAJ] B LIBETEHHE BOJOEMOB,
3HAYUTEJIbHO MHTHOMPYET POCT 3ejeHoi Bomopociu Scenedesmus (Murphy et al.,
1976), a muruapokcamatHeii SK — poct 3enenoit Bogopocnu Chlamydomonas
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reinhardtii (Bailey and Taub, 1980). Takum oOpa3zom, 0e3 3aTpar 3HEpruu u
peCypcoB Ha CHHTE3 COOCTBeHHBIX cuaepodopoB Synechocystis mMoxeT 0osee
yCIIEITHO, 4YeM TMPOAYIEHTHl cHIepo(OpoB, KOHKYpUPOBATH C  JOPYTHMH
(GUTOIITAHKTOHHBIMH OpTraHU3MaMH 3a YCBOGHHUE JKeje3a B €CTeCTBEHHBIX MeECTax
oOuTaHus. biau3koe Mo CMBICTY TPEANONOKEHHE OBLTO BBICKA3aHO elle B padbore
Katoh et al. (2001a): «Tpancnopt *xene3a B KOMIUIEKCAaX ¢ cHIepoPpopaMu MOKET HE
UMETh CYIIECTBEHHOTO 3HAYCHWs [UIsl TOTJIONMIEHUS >jKele3a B J1a00paTOpHBIX
YCTIOBHSIX, HO MOJKET J1aBaThb OTPOMHOE TMPEUMYIIECTBO KIeTKaM Synechocystis B
€CTECTBEHHOMN OKPYKAIOIIEH Cpeae».

Hapsny ¢ mmanobaktepusimu pona Anabaena nponyueHtamu SK sBIsitoTCA
ITUPOKO pacHpOCTpaHEHHAs] B OKpYKaroleh cpene Oaxrepusi Bacillus megaterium
(Byers et al., 1967; Mullis et al., 1971), Gaktepus-natoreH pacteHuilt Ralstonia
solanacearum (Budzikiewicz et al., 1997) u dbopmupyroias KOpHEBble KIYyOSHBKH
OakTepus-cuMOMOHT pactenuid Rhizobium leguminosarum 1ARI 917 (Storey et al.,
2006). Bce BMecTe OHM MOTYT BHOCUTBH CYIIECTBEHHBIM Bkiag B obOunue SK B
MIPECHOBOJIHBIX 3KocHucTeMax. boiee Toro, maHHbI cuaepodop MPOSIBISIET BHICOKYIO
CTaOMIBHOCTh B OKPYXKAIOIICH Ccpefie M XOPOIIO COXPAHSETCS B BBICOXIICH TOYBE
pucoBbix noneit (Akers, 1983). CnenoBarensHo, B Fe-popMe OH MOXKET CIYXHUTh
JIETKO TOCTYITHBIM MPUPOIHBIM HCTOYHUKOM Kelle3a /IS IMaHOOaKTepuil, TaKuX Kak
Synechocystis, xoTopbie He poaynupyoT SK, HO 001a/1al0T cucTeMaMu TPaHCIIOPTa
FeSK.

BbIBO/IbI

1. BiepBbie mokaszaHo, yTo nuaHoOakTepus Synechocystis, He CUHTE3UPYIOLLIAs
coOCTBEHHbIE CHUAEPO(OPHI, CIOCOOHA YTUIM3UPOBATH B KAue€CTBE €IWHCTBEHHBIX
HMCTOYHUKOB xKeresa TUTUAPOKCAMAaTHBIE KCeHOCUAepodophl, FeSK,
MPOAYLUPYEMBIN psOoM OakTepuid, BKIIOYass uaHoOakTeputo Anabaena 7120, n
SAV, npoayuupyeMblii tnanobakTepueit A. variabilis.

2. YTunuzanus yKa3aHHBIX KCEHOCHAEpOQOpoB KiIeTKaMu Synechocystis
3aBUCUT OT (YHKIHMI Tpex TeHOB, KOJUPYIOIIHUX KOMIIOHEHTHI cucTeMbl TonB-
ExbB1-ExbD1, conpsratoieit TpaHcnopT cuaepodopoB uepe3 HapyKHYI0 MEMOpaHy
C TNPOTOHHBIM TIPAJUEHTOM, U HE 3aBUCUT OT (YHKIMIA TE€HOB OCHOBHBIX
tpancrioptepoB FutABC u FeoB Heopranmyeckoro xeinesa.

3. OyHKIMOHAIBHBIM aHau3 11 TeHOB, KOAMPYIOIIMX MpPEArnojaracMble
KOMIIOHEHThl CHUCTEM TpaHcHopTa CcuaepodopoB, IMOKa3al, YTO YTHIM3ALUs
JTUTHIPOKCAMATHBIX KCEHOCUAEPO(OPOB KOHTPOIUPYETCS COCTOSILIUM U3 5 T€HOB
kinactepoM fecCDEBI-schT, xortopbiii koaupyer TonB-3aBUCUMBINM TpaHCHOpTEp
SchT Hapy>xHO# MeMOpaHbl, IEpUIIIa3MaTHUYECKUI cUIepOodOp-CBI3bIBAIOIINN OEI0K
FecB1 u komnonentsl kopoBoro ABC-tpancnoprepa BHyTpeHHel memOpansbl, FecC,
FecD u FecE.

4.Ha ocHOBaHMM TIOJNYYEHHBIX JIaHHBIX TMpeaJiokeHa Monaens TonB-
3aBUCUMOrO TyTH  TPAHCIOPTAa JUTHAPOKCAMATHBIX  KCEHOCUAEPO(hOpOB Y
nnanobakrepun Synechocystis.
5. Ilokazano, uto AraC-nogoOHble (akTopsl Tpanckpuniuu PchR1, PchR2 u
PcrR, a taxke yrunmusupyembiit kceHocuaepodop SAV B kauecTBe NOTEHIIMATBHOTO
s dekropa 6enka PchR1 BoBiedeHs! B perysiuio 3xcnpeccun reHoB schT u fecBl.
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