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B.4. IBOPHUK

Komnemx Hayku 1 oOIIMX MCCIeNOBaHUI yHUBepcuTeTa Anb-Daiica,
Anb Maatep, Dp-Pusin, KoponectBo CaynoBckast ApaBust

DBOJIIONINA HUPKAJTHON CUCTEMBI IMAHOBAKTEPUI:
IMEPCIHEKTUBBI UCCJIEJOBAHUIT HA YPOBHE TEHOMA

I{naHobGakTepuy CTaau TEPBBIMM MPOKAPUOTAMHU, y KOTOPBIX OBUIO IOKA3aHO HaJMYue
«BHYTPEHHUX YacoB» WIM IMPKAAHBIX PUTMOB, T.€. CIIOCOOHOCTM TOMIEPKUBATH
>KU3HEHHbIE TIPOLECCHl C MPUOIU3UTENIBHO CYTOUHOM MEpUONMYHOCTbIO. B Xome monroit u
CJIOXHON 3BOJIIOIIMOHHOM WCTOpUM LIMPKAJHAas CcHUCTeMa LIMaHODAKTepuii mperepriesa
HECKOJIBKO CEPbE3HbIX M3MEHEHWM, MPUBEOIIMX K e¢ CTPYKTYpHOU auBepcudukauuu. K
HACTOSILLIEMY BPEMEHU BBISBJICHBI TP OCHOBHBIX €€ THIA, O0Jagarollue pa3TudHbIMU
HabopaMu 3eMeHTOB. CylIeCTBYIOT I0Ka3aTeIbCTBa TOTO, YTO 3TU Pa3iMyusi MOTYT OBITh
CBSI3aHBl C ONpeNeSIeHHBIMUA (DYHKIIMOHABHBIMU  MoAuMUKaIUIMU. MaKpo3BOJIOLS
LMPKATHOW CHCTEMbI PEryJMpoBajach MHOTMMM (hakTopamu, BKJIIOYasi MHOTOYMCIEHHBIE
OYIUIMKAUWK, W3MEHEHUs] (QYHKIMM TOro WIM MHOro TreHa (gene recruitment) u
BO3HUKHOBEHUE TeHa de novo, aKKpeUWl0 M CIUSHUE NOMEHOB, €CTECTBEHHBIN OTOOD.
OO6cyxmaeTcss KOHLEMIUS [IMPKATHONW CHCTeMbl LIMAHOMPOKAPUOT B CBETE COBPEMEHHBIX
SBOJIIOLIMOHHBIX BO33peHUI. PaccMaTpuBalOTCS CTPYKTypa LIMPKAAHBIX TE€HOB U HUX
pacrnpoCcTpaHEHUE y ULWAHOOAKTEpUI M APYTMX TPOKapuoT, (HYHKUMOHATBHO-CIIELU-
uueckuii monmuMopdu3M U M3MEHSIOLIASCS CKOPOCTb BONIOLUUM B LUPKATHBIX TeHAX
LMaHOOaKTepHil, AuBepcUUKaLMsl LUPKATHON CUCTEMBI LIMAaHOOAKTEPHUI, MCCAeNIOBaHUS
ee 2BOJOLMU. BbICTpoe HaKOIMJIeHHEe TeHOMHBIX NAHHBIX OTKPbIBAET HOBbIE BO3MOXHOCTHU
JUIE  BCECTOPOHHETO CpPaBHUTEJIBHOTO aHaiuM3a M 0ojice TOYHOI PEKOHCTPYKIIUU
SBOJIIOLIMOHHOTO CLIEHApUsSl JAJIsi 3TOr0 TOHKO HACTPOEHHOTO PEeryJsiTOPHOrO MeXaHM3Ma
1LIMaHOOAKTEPUIiA.

KnwouyeBbie cioBa: I_[I/IaHOGaKTepI/II/I, oupKagHasd CuUCTEMaA, 3BOJIIOLIUA, TCHOMUKA.

Beenenne

LupkagHble pUTMBI, WIKM TaK Ha3bIBaeMble «BHYTPEHHHE Yachl», BO3HUKIM B
KJIETKaX XMBBIX OPTaHM3MOB KaK OCHOBHOM MHCTPYMEHT afallTallid K CMEHE
IHS W HOYM, BBI3BAHHOIM BpalllcHMEM HaIlleli IIaHEeTH BOKPYT CBOEH OCH
(Pittendrigh, 1993; Dunlap et al., 2004). BToT MexaHU3M KOHTPOJUPYET CBOE-
BPEMEHHYIO 3KCITPECCHIO 3HAYMTEIBHOM YacTH TEHOB B T€HOME.
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IInaHoGakTepUu — YHUBEpPCaJIbHbIE MPOKAPUOTHI, 00JIafaolIe BbICOKO-
a¢hheKTuBHBIMU MexaHu3maMu aganTtaiuu (Whitton, 1987). MUMeHHO B MX
KJIeTKax BIEPBbIE 151 MPOKAPUOT ObUIO YCTAHOBJEHO HAJIMYME MeXaHM3Ma
nupkagHbix putMoB (Kondo et al., 1997). llupkagHast cuctemMa o4eHb BaKHa
1T obecrieyeHUs]  aJanTallMOHHONW U 3KOJOTMYECKOM  IUIACTUYHOCTU
LIMaHOOAKTepHii, IIOCKOJBKY OHA KOHTPOJMPYET OCHOBHBIE (PU3MOIIO-
TUYECKHUE TPOIIECCHI, TaKMe KakK (DOTOCHMHTE3, (pUKcalMs a30Ta U KIETOYHOE
neneHue (Johnson, Golden, 1999). MonekynsipHbliA MEXaHU3M UUPKATHBIX
PUTMOB 1MAaHOOAKTEpWii OBLI THIATEJIBHO U3Y4YeH B IOCJIEIHME JBa
necatunetusi (Hosokawa et al., 2013; Espinosa et al., 2015), ogHako o ToM,
KakK 3TOT MEXaHU3M pa3BUMBAJICS M IMPEBPATWICSI B BBICOKOA(P®DOEKTUBHYIO U
HaIeXHYIO IIUPKATHYI0 CUCTEMY, U3BECTHO ITOKAa CPaBHUTEIBHO HEMHOTO.

IMupkamHasg cucTeMa MUAHOOAKTEPHIi: 0030p

KoHuenuusi nupKagHoOil CUCTEMbI, COCTOSIIICH U3 TpeX OCHOBHBIX 2JEMEHTOB:
BBOOHOrO JIoMeHa (input), LIEHTpaJbHOrO OCLHWIISATOpa (BOOUTENST pUTMA) U
BBIBOJHOTO JoMeHa (output), BmepBble Obula mpemyioxeHa Crosthwaite et al.
(1995). CyTb €e coCTOUT B TOM, UTO Ha BXOH MOCTYNAeT CUTHAJ U3 BHEIIHEH
cpempl (HaAIpUMep, CBET WM TeMIlepaTypa), OTKyZa OH IiepemaeTrcsd Ha
LIEHTpaIbHBI ocuWLIsiTOp. IlocneaHuil sIBIsSIETCSI OCHOBHBIM 2JIEMEHTOM
CHUCTEMbI: OH TOAAEPXKUBAET BHYTPEHHIOID CUHXPOHMU3AIMIO Ha MPOTSKEHUU
OoTpe3Ka BpPEeMEHM, NMpUMEpHO paBHOro 24 4. BhIBogHOI OOMEH mepenaaeT
WH(OPMAIIUIO OT LIEHTPAIBHOTO OCIHMJUISTOPA HUKECTOSIIUM Te€HaM, YTOOBI
CUHXPOHU3MPOBaTh MX 3Kcmpeccuio ¢ 3tuM nepuomom (Crosthwaite et al.,
1995).

LupkanHylo cucteMy IIMaHOOAKTEpUIA MOAPOOHO U3YYaId HA MOJEIbHOM
wrtamMmme Synechococcus elongatus PCC7942. Bbulo yCTaHOBJEHO, YTO €€
KJII0YEBOM  CTPYKTYPHO-(PYHKIIMOHAJbHBIM  2JIEMEHT —  IEeHTPaJbHbIi
OCIMJLIATOP — B OOJIBILIMHCTBE CJIy4aeB COCTOUT M3 TpeX I'€HOB: kaiA, kaiB u
kaiC (kai — «nepuon» no-smoHcku) (Ishiura et al., 1998). I'enbr kaiB u kaiC
O0BEeOMHEHBI B ONEPOH, KOTOPBIM KOHTPOJUPYETCS OMTHUM IIPOMOTEPOM
(Ishiura et al., 1998). CoorBercTByIOIIME OEIKM B3aUMOIEWUCTBYIOT APYT C
apyrom: KaiB ocnabnsier ¢ochopunupoBanue KaiC (Katayama et al., 2003),
a KaiA perymupyer skcrpeccuio kaiBC myTeM CBS3bIBAaHMSI C COOTBET-
crByromiuMu gomeHamu KaiC (Taniguchi et al., 2001; Pattanayek et al.,
2006). Cpemu OenkoB Kai Obul umentuduimpoBaH 6emok KaiC kak
LIEHTPaJIbHbIA KOMIIOHEHT LIMPKAAHOW cUCTeMbl linaHoOakTepuii (Ditty et al.,
2003). B nononHeHue K reHaM kai, oObeAMHEHHBIM B KJIACTEP, ¥ HEKOTOPBIX
LIMaHOOAKTepUii BCTpevaloTcsl reHbl kaiB u kaiC, paccesiHHble MO TEHOMY.
Bynydn TroMOJIOTMYHBIMA CBOMM <«KJIACTEPHBIM» aHajloraM, 93TW TeHbI
(punoreHetTnyecku u (GyHKUUMOHAIbHO AuBeprupoBaiu (Dvornyk, Knudsen,
2005) u, BeposTHO, OoJjiee He CBsI3aHbI C LMpKaaHoW cuctemoit (Wiegard et
al., 2013).

BBomHo# AOMEH LIMPKATHOM CHUCTEMbl LIMAHOOAKTEpUIl 00pasyloT Tpu
reHa. KilloueBbIM 3JIEMEHTOM SIBJISIETCS Te€H KWHa3bl BBOAA ILMPKAIHOTO
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putMma (circadian input kinase) cikA (Schmitz et al., 2000). TIen
CBETO3aBUCUMOTO Tiepuoma ldpA KommpyeT O€JIOK, KOTOpHI pacro3HaeT
U3MEHEHME OKMUCIUTEJbHO-BOCCTAHOBUTEIBHOIO  COCTOSIHUSI  KJIETKA B
pe3ysbrare  KojedaHWil ~ MHTEHCMBHOCTM CB€Ta M, COOTBETCTBEHHO,
perynupyetr uvpkaaHele yachkl (Ivleva et al., 2005; Katayama et al., 2003).
IIpooyKT TpeThero M3BECTHOTO D3JIEMEHTAa BBOJA — TeHA pPacClIUPUTENIS
nepuona (period extender) pex (Kutsuna et al.,, 1998) — orTpumaTeabHO
KOHTPOIIMPYET 3KCIIpecCHio kaiA TIOCPEICTBOM CBS3BIBAHHUSI C OTPE3KOM
IJIMHOM 5 TL.H. B peruoHe, TMpUMBIKAIOIIEM K KOJOHY WHUIIMALIMU
tpancasuumn (Kutsuna et al., 2007).

KiroueBoii 37€MEHT BBIBOOHOTO JOMEHA LUPKAIHOW CUCTEeMbl — TeH
aJanTUBHOTO CeHcopa CUHeXOKokkKyca (Synechococcus adaptive sensor) sasA
KOHTPOJIMPYET IEHTPAIbHBIM OCHWIIATOP HECKOJBKMMU cliocobamu. Bo-
MEPBHIX, 00K sasA ¢u3myecKyu B3anMMOIeicTByeT ¢ Oenkamm Kai M Takum
00pa3oM KOHTPOJMPYET SKCIPECCHI0 TE€HOB B MOCIEAYIOIIMX Iepruoaax
uupkagHoro putma (Kageyama et al., 2003). Bo-Bropbix, sasA oOpa3syer
NIBYXKOMITOHEHTHBIIA KOMILIEKC C PEryasaTopoM OTKIMKa RpaA (peryisrop,
aCCOLMMPOBAHHBIN € (PUKOOMIMCOMOI), U ITOT KOMILIEKC MepeaaeT CUTHAI
OT reHepaTopa K nociueaywooiuMm reHam (Takai et al., 2006).

Hpyroii saeMeHT UMpPKamgHOro BbIBoga B S. elongatus — rteH cpmA
(MoaudukaTop UMPKAAHON (ha3bl) KOHTPOJUPYET SKCHPECCUI0 HECKOJIbKUX
TPaHCKPUIILIMOHHBIX pEeNnopTepoB, B ToM uuciae pshAI psbAIl w kaiA
(Katayama et al., 1999). B nmomonHeHue K cpmA, 3Kcrpeccust putMma psbAIl
KOHTPOJIUPYETCS TeHaMu curMa akTopoB rpymmnsl 2 (rpoD2, rpoD3, rpoD4 n
sigC). NHakTuBauMsl JIMOO M3OBITOUHAsT AKCIPECCUs JIDOOr0 M3 3THUX T'€HOB
pe3KO BIMSIET HAa PUTMUYHOCTb TpaHcKpunuuu psbAI (Tsinoremas et al.,
1996; Nair et al., 2002).

BbicOKOMPOAYKTUBHBIN (YHKIMOHAIBHBIA aHAIU3 TeHoMma Iutamma S.
elongatus PCC 7942 BbISIBWII ellle OAMH TpelrojaraeMblii JJOKYC — OIepOH
clpPllclpX, mytauuy B KOTOPOM MPHUBOMAT K OOpPa30BaHUIO Pa3IMUHBIX
mupkagHbiXx ¢eHotunoB (Holtman et al., 2005). OmHako ero KOHKpeTHas
pOJTh B IMPKATHOM CUCTeMe TIOKa ellle He ompenesicHa.

CTpyKTypa IMPKATHBIX T€HOB W MX BCTPEYaeMOCTb B
HUAHOOAKTEPHUAX U APYTHX MPOKAPHOTAX

Tenvt uupradnoco 66oda. WVicxomss u3 apXUTEKTYphl JOMEHOB, cikA
KIaccUUIMPYeTCsT  KaK  JIBYXKOMITOHEHTHAs  TUCTHUOAWHKWHAa3a. OHa
OTHOCUTCSI K O4YeHb OOJBIIOMY HaACEMENCTBY TI€HOB, IPEACTaBICHHOMY
MPaKTUYECKU BO BCEX MPOKApHUOTax, OAHAKO TOMOJIOTUS C APYTMMM WieHaMU
BTOr0 HaJCceMENCTBAa orpaHMuyMBaeTcs Juilb aomMeHomM HPK (ructuonH-
npotenHKkrHa3bl) (Baca et al., 2010). Kpome HPK, cikA comepxxutr momeH
GAF wu ncemopecuBep (PsR) (Schmitz et al.,, 2000). OTtHocHUTENbHO
HeOOJIBIIIOE KOJIMYECTBO TOMONIOTOB cikA nMeior nomeH GAF, HeoOXxomuMBblit
o uupkagHoit ¢yHkumm reHa (Mutsuda et al.,, 2003). Kpome Toro,
WCTUHHAs cikA, cocTosilliasi, Kak IToKa3aHO BbIlle, U3 Tpex noMeHOB (GAF-

5



B.A. /leopnux

HPK-PsR), npucyrctByeT TOJBKO B ILIMAHOOAKTEPUSIX U B €IMHCTBEHHOM
BK3EMITISAPE.

B reHe Ob110 OOHAPYKEHO HECKOJbKO BBICOKOKOHCEPBATMBHBIX MOTUBOB
BEpOSITHON (DYHKIIMOHAJIbHON 3HauyuMocTd. OmMH U3 HUX PacIojoXeH
HermocpencTBeHHO mnepen aomMeHoM GAF u oxBaTbiBaeT aMUHOKHCJIOTHBIE
ocratku 168-183 B N-KOHLIEBOM peruoHe WUCTHMHHOM cikA 1uTamma S.
elongatus PCC 7942, npeanojoXuTeabHO, YTOObI YBEJIMYUTH Gocho-
punupoBanue HPK (Baca et al., 2010). BoisiBneHHast B cikA apxuTekTypa
GAF-HPK-PsR He gBnsiercd TUNMYHONW 19 BcexX IMaHoOakTepmii. B
YaCTHOCTU, JOoMeH PSR, KoTophlil BOBJ€UEH B CyNpeccUl0 aKTUBHOCTU
gomeHa HPK (Mutsuda et al., 2003), orcyTcTByeT B cikA-TIODOOHBIX TeHax
HUTYaTbix Nostoc u Anabaena. OtcytrctBue nomeHa PSR B mponykre cikA-
MOJO0OHOTO TeHa MOXET CBUACTEJNbCTBOBATH O CYIIECTBOBAHMHM MEXaHU3Ma,
KoHTposupytoliero ¢ochopunupoBanue CikA, KOTOpbIif oOTaW4YaeTcsl OT
uMmewuierocst 'y wmtamma S. elongatus PCC 7942. YV HeKOTOpbIX OIHO-
KJIeTOYHbIX 1MaHoOakTepuit  (Prochlorococcus sp., Symnechococcus  sp.
WH 8102), a Takke y ApyrMx OakTepuil OTCYTCTBYIOT T'€Hbl cikA WIN UX
romoJsoru, conepxaiue nomeH GAF (Baca et al., 2010). D10 orpaHuumnBaet
npoucxoxaeHue cikA 11MaHOO0aKTEPUSIMU.

ITono6Ho cikA, uctuHHble (bona fide) rennl ldpA BCTpedaroTCsl TOJBKO Y
uraHobakTepuii. IX roMos0rH B APYIUX OaKTEepUsSX NEMOHCTPUPYIOT ciaboe
CXOJICTBO, MPEUMYILECTBEHHO B mpeaenax noMeHa HycB. B pomonHeHue x
nomeHy HycB, rennl ldpA B inaHobakTepusix 001anaoT B KOHLEBbIX N- 1 C-
JOMEHaX HEeCKOJIbKMMH YHUKAJIbHBIMU BBICOKOKOHCEPBATUBHBIMU MOTHBAMH,
KOTOpBIE TaKXe MOTYT OBITh CBSI3aHBI C (YHKIMOHUPOBAHUEM ILIMPKATHOMN
cuctembl (Dvornyk, 2005).

I'eH pex sBisIeTCSl 4WiIEHOM CeMeWCTBa TPaHCKPUMUMOHHBIX (haKTOpOB
PadR (Kutsuna et al., 1998), mLMpoKo pacnopoCTPaHEHHOTo Yy OaKTepuii.
HMHTepecHO, YTO TeH pex MOXET OTCYTCTBOBAaTh HE TOJILKO Y LIMaHOOAKTEepUit,
He uMmeronux reH kaiA (Prochlorococcus sp.), HO U Yy HEKOTOPBIX BHIOB (€.g.,
Synechocystis PCC 6803, Crocosphaera watsonii), uMm obaanaminux (JIBOpHUK,
Heory0J1. JaHHbBIE).

Tenvt kai. T'en kaiC npuHamJIeXUT K HaaceMeWCTBY peKkoMOuHa3 RecA
(Leipe et al., 2000), Heobxonumbix mist penapauuu JJHK (Roca, Cox, 1990),
KOTOpbIE, KaK CUMTAIOT, MPOUCXOASIT OT YHMBEPCAJIbHOIO OOILIEro IMpeaKa
(DiRuggiero ap., 1999). ITostomy, BeposiTHO, kaiC 3BOJIOLIMOHHO SIBISIETCS
CTapeiIlMM Ccpelyu BceX LUPKaaHBIX reHoB IuaHobOakTepuii (Dvornyk et al.,
2003). Ero HbIHeurHsisa AByxaoMmeHHasi apxutektypa (Ishiura et al., 1998),
BEpOSITHO, 0Opa3oBajiach B pe3yjabTaTe YABOCHUS U IOCICIYIOIIETO CIMSHUS
aHleCTpaJIbHOU omaHomoMeHHoU recA (Dvornyk et al., 2003). WcTuHHBIN
IBYXIOMEHHBbIN kaiC BcTpeyaeTcsl Yy LIMAaHOOAKTepUil, a TakXke Y HEKOTOPBIX
Proteobacteria w Euryarchaeota. Tomosiorn omHOIOMEHHBIX kaiC OTCYTCTBYIOT
y LIMaHOOAKTepuii, HO YacTO BCTpPedaloTcs B Apyrux mnpokapuotax (Dvornyk
et al.,, 2003). MHTepecHO, YTO TOMOJIOTM JByxgoMeHHOro kaiC cpenu
LIMaHOOAKTEpUil OTCYTCTBYIOT TOJbKO Yy Gloeobacter violaceus PCC 7421
(Nakamura et al., 2003).
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I[InaHobakTeprM, y KOTOPbIX HET kaiA, NEMOHCTPUPYIOT 0oJjiee CUJIBbHYIO
n3MeHunBoCcTh C-TepmuHaibHOro peruoHa (CII) reHa kaiC nmo cpaBHEHUIO C
BugamMu, ooOmamarowmMu kaiA (Dvornyk, Knudsen, 2005). DTo eme pas
MOATBEPXKIAET yYaCTUE NAHHOIO peruoHa B (hyHKIIMOHUPOBAHMM LIMPKATHOMN
cucTeMbl, Tak Kak KaiA cBga3biBaeTcsl MckiaouuTeabHOo ¢ HUM (Pattanayek et
al., 2006). Kpome Toro, HegaBHee wucciegoBaHue BoigBwIO, yro CII Taxke
cnoco0eH cBsI3bIBaThCs ¢ ApyruM Oenkom — KaiB (Pattanayek et al., 2013).

T'omosioru reHa kaiB Takxke BCTpeYaloTCsl y APYTUMX MPOKAPUOT MTOMUMO
nuaHobakTepuii. Ilo mivHe WX MOXHO pa3neauTh Ha ABE TIpymnnbl. bojee
kopotkue reHbl (~300—400 mn.H.) BcTpeyaloTCsl y BceX LIMaHOOAKTepuid
(xpome G. violaceus PCC 7421) m y HEKOTOPBIX APYruMX IPOKApUOT; Oosee
nauHHbBIE (10 ~900 1.H.) HalIeHbI TOJBKO y HEKOTOPbIX LHMaHOOAKTEpHUiA.
I'oMmosnoru reHa kaiA HambGosee MOAMMOP(HBI M3 BCeX kai-TEHOB U MOTYT
BappupoBaTb OT 300 mo 900 m.H. I'eHbl kaiB w aByxmoMmeHHbI kaiC, Kak
MpaBUI0, OOBEAWHEHBI B OIEPOH, KOTOPBIA IIMPOKO PACIPOCTPAHEH ¥y
Cyanobacteria u BCTpeyaeTcsl y HEKOTOPBIX Ipyrux mpokapuoT. Kpome Toro,
Yy HEKOTOpPBIX IMpeAcCTaBUTeNell NpoTeodakTepuil W I1MaHOOAKTEpUl ecThb
JIOTIOJIHUTEIbHBIE KONUU kaiB u kaiC, paccessHHbIe B UX reHOMax. B oTiauuue
oT kaiB n kaiC, teH kaiA BcTpedaeTcsl TOJNBKO Yy IIMAHOOAKTepWii BCerma B
SIMHCTBEHHOM 3K3eMIursIpe. OOHAKO y HEKOTOPBIX M3 HUX (HAIpWMmep, y
Prochlorococcus sp.) reH kaiA otcyrctByeT. Eciu B reHOMe NMPUCYTCTBYIOT BCe
Tpu kai-reHa, OHU Bcerma oObeauMHeHbl B oauH kjactep (Dvornyk et al.,
2003).

Tenvt uyupxaonoco e6vt600a. I'eH sasA TIPUHAICKUT K TOMY XKe
HaICeMENCTBY ABYXKOMITOHEHTHBIX TUCTUANHKWHA3, 9TO U cikA, TIO3TOMY €TO
TOMOJIOTU JIOCTaTOYHO paclpocTpaHeHbl y npokapuot (Dvornyk et al., 2003).
Bmecte ¢ Tem, romonoru 3a mnpeaenamum Cyanobacteria nuiieHbl kaiB-
MoJ0OHOTO JOMEHA JaXe y TeX BUAOB, KOTOPbIE B pe3yjbTaTe JaTepaJlbHOTO
nepeHoca oT HuaHoOakTepuil uMmeloT onepoH kaiBC (Dvornyk et al., 2003).
DTO IMIIHUIA pa3 CBHIETEILCTBYET O TOM, YTO TeH kaiB BO3HUK Yy
IIMaHOOaKTepHii, a 3aTeM YXe IomajJ B Ipyrue OaKTEepuU ITyTeM JaTepajib-
HOTO TIepeHoca.

Ewme oavH reH LMpKamgHOro BbIBOAA, CpmA, U €ro rOMOJIOTH IIMPOKO
pacnpoCcTpaHeHbl y LMaHOOAKTEpMiA M ApPYrux mpokapuoT. ['eHbl cpmA y
LMaHoOakTepuiit 60jiee KOHCEPBATUBHBI, 0COOEHHO B MX C-KOHIIEBOM TOMEHE
(Dvornyk, 2006). D1oT OOMEH B COOTBETCIBYIOIIEM O€JIKe HMeEeT JBa
ruapodobHbix MoTuBa (Katayama et al., 1999) u mnpossasier cnadyio
romosoruto ¢ AlIR-kap6ookcunazoir u NCAIR-mytazoit — Oenkax PurE,
yyacTBylOIIMX B MeTabosu3Mme nmypuHoB (Watanabe et al., 1989; Meyer et al.,
1992). WntepecHo, uTO (POTOCHMHTE3UpPYIOLIME ajbda-MpoTeodakTepun u
Chloroflexus, xots1 u cogepxat romosiorn kai (Dvornyk et al., 2003), HO He
WMEIOT roMOJIOTOB sasA 1ubo cpmA.

T'en rpaA Obln HailneH y mpencraBurtesieil Bcex rpynn Cyanobacteria; ero
roMOJIOTU 4YacTo BcTpeuarotcss y Firmicutes, Ho penku y Chloroflexi,
Proteobacteria n Actinobacteria. OTMedeHa pa3janyHasi BCTpeuyaeMoOCTh labA n
ero romMoJioroB y npokapuotT. Tak, labA HaliieH TOJbKO Yy LMaHOOAKTEPUii,
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UMEIOINX KkaiA, a €ro TOMOJIOTM BBIABICHBI Yy anbda- W Tramma-
MPOTeO0AKTEpUiA, Y HEKOTOPHIX apXxei, wm3peaKka BCTPEYAIOTCS Y
npencraBuresieil ¢wibl Firmicutes n otrcytcTByioT y Chloroflexi (JIBOpHUK,
HeoIy0J1. JaHHbIe). TakuM 00pa3oM, BCTpEeYaeMOCTh UCTUHHBIX rpaA u labA'y
LMaHOOAKTepUii OOBOJLHO TIpeAcKadyeMa M MOXET CIYXUTh CBUACTE/Ib-
CTBOM WX UMpKanHbIX (yHkumit. HemaBHo mnapanor rpaA, rpaB Obl1
ornpeJesieH Kak perpeccop TpaHCKpunuuu kaiBC B TedyeHHe CyObEKTUBHOM
HOUYM TIOCPEACTBOM CBS3BIBAHUSI COOTBETCTBYIONIETO OeiKa C IIPOMOTEPOM
kaiBC (Hanoka et al., 2012). BTtu pe3yabTaThl IMO3BOJSIIOT MPEAIOI0XUTh
HaJINM4¥e ellle OJHOTO BBIXOTHOTO KOHTPOJIMPYIOIIET0 MeXaHM3Ma ITUPKATHBIX
PUTMOB.

Kpome yImOMSIHYTBIX BBIIIE TE€HOB, K YUCIY BO3MOXKHBIX 3JIEMEHTOB
BBIBOAHOIO JOMEHA LIMPKAAHON CUCTEeMBI MOTYT OTHOCHUTbCS M CHUTMa-
akroper (Nair et al.,, 2002). Curma-cdakTopbl TpyNIbl 2 IIAPOKO
pacnpocTpaHeHbl B LIMAaHOOAKTEPUSIX U MMEIOT OAMHAKOBYIO CTPYKTYpy WU3
yeTblpex curma-70 peruoHoB (JIBopHUK, HeomyOs. gaHHbie). Ponb 3Tux
pEeTUoHOB B (PYHKLIMOHUPOBAHUM LIUPKATHON CHUCTEMBI TIOKA HE BBISICHEHA.

DyHKIHOHAJIBHO-cenuGrIecKuii NoIMMOp(hU3M U HU3MEHSIOMAACA CKOPOCTh
3BOJIIOIMH B HMPKAJHBIX '€HAX HHAHOOAKTEPHUii

HupkamHast cucteMa KOHTPOJIUPYET OKCIPECCUI0 3HAYMTENIBHON YacTu
reHoma 1uaHoOakTepuii (Kucho et al., 2005) u, ciemoBaTenbHO, JIEXKUT B
OCHOBE amalTMBHOTO OTBETAa STHX OPTraHM3MOB Ha CMEHY OHSI W HOYHU
(Woelfle et al., 2004). CornacHO OCHOBHBIM TMPUHIUMNAM 3BOJIOLMOHHON
TEOpUX, TeHbl (QYHIAMEHTAJbHOU (PYHKIIMOHAJBHON 3HAYMMOCTU HUMEIOT
0oJjiee CTpOrMe CeJeKTUBHbIE OTrpaHMYEeHUsS M, COOTBETCTBEHHO, HU3KUM
ypoBeHb nojumopdusma (Kimura, 1983). [HupkanHble reHbl LMaHOOAKTEpUIA
OTBEYAIOT 3TOMY TpPeOOBAHUIO: OHM TOpa3no OoJjiee KOHCEPBATHMBHBI TIO
CpPaBHCHMIO C WX HEUMPKATHBIMM TOMOJIOTaMW. Harpmmep, MmoaceMeicTBo
WCTUHHBIX cpmA reHoB Haubojiee KOHCEPBATUBHO CpPedu BCeX IMOJACEMENCTB
rena cpmA m ero romonoroB (Dvornyk, 2006). Te ke 3aKOHOMEpPHOCTH
HaOmogaloTcsl cpead TroMojioroB reHa cikA (Baca et al., 2010). Baxkho
OTMETUTDb, YTO HU3KHMI TMOIMMOP(PU3M SBJSETCS CICACTBUEM OUYEHb MaJoi
CKOPOCTH MYTAIIMOHHOTO TIpollecca B LMPKATHBIX TeHaxX (Hampumep, cpmA),
a He WX OTHOCHTEJIBHO MOJIOAOTO 3BOJIOIMOHHOTO Bo3pacta (Dvornyk,
2006).

B mnporiecce sBoolMM LMPKaAHbIE T€Hbl LMAHOOAKTEPUIA HCIbITATU
MHOTOYMCJIEHHbIC DYTIJIMKALIMU; KaK MapaJoruyeckue, Tak U OpTOJOTrMYecKue
(Dvornyk et al., 2003; Dvornyk, 2006). IlpuoGpereHue HOBON (QYHKLIUU
OIHMM W3 AYIUIMKATOB, KaK IIpaBWIO, CBSA3aHO C M3MEHEHHEM TeMIIa
SBOJIIOIINMA, M3BECTHBIM KaK (PYHKIOWOHAJNBbHAs AWBepreHUMs. Ecmm
OYTUTMIMPOBAHHbIE TE€Hbl MMEIOT pa3Hyl CKOPOCTb O9BOJIIOLMU, 3TO
HaszeiBaeTcsl nuBepreHuuss I tuma (Gu, 1999). JuBeprenuuss II Tuna
MPOUCXOOWUT,  €CJIM  IOyIUIMKalWMs  TeHa  He  HajlaraeT  HUKaKHUX
(PyHKIIMOHATBHBIX OTPAaHUYCHUIT, & BMECTO 3TOTO IPUBOIUT K paavuKaIbHOMY
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W3MEHEHUIO CBOWCTB aMUHOKMCIOT (Hampumep, TUapo@oOHOCTH, CMEHE
3apsgga u T.0.) y aymmkatoB (Gu, 2001). O6a tuma auBEepreHLMH, Kak
MPEAIoaaraeTcsi, MPOUCXOAIT B TeX aMUHOKMUCIOTHBIX MO3MIMSIX, KOTOpbIE
BAaXHbI U1 HOBOM (DYHKIIMU TeHa.

B uupkamHbIXx TeHax NPUCYTCTBYIOT o0a BuAa GYHKLIMOHAIbHON
nupepreHuuu. Hanpumep, npubGausutenbHo u3 600 ocTaTKOB aMUHOKUCIIOT,
npoaHanusupoBaHHbix B KaiB- u KaiC-6enkax mumaHobakTepuii, B 92
MpOSBIISICA Kako-nmubo tum auBepreHuuu (Dvornyk, Knudsen, 2005).
benxn KaiB u KaiC wn3 nmaHoOakTepuii, KOTOphIE coAep:KaT WIA He
cogepxat KaiA, Takxke TOKazaaud 3HAuYMTEJbHOE  (DYHKUIMOHAIbHOE
pacxoxaeHue: oKolIo 5 % MX y4acTKOB MMENIM pa3InyHble (PYHKIIMOHATIbHBIC
orpaHnyeHus. [1peanonoXuTeIbHO, 3TH YYaCTKU MOTYT OBITh BOBJIEYEHBI BO
B3aumozpeiicteue ¢ KaiA (Dvornyk, Knudsen, 2005). Quseprenuus II tuma,
BEepOSATHO, OoJiee CYIIECTBEHHO BIMSET Ha CTPYKTYPY M CBOMCTBa Oellka, Tak
KaKk TPUBOAUT K paguKalbHbIM aMUHOKHUCIOTHBIM 3ameHam (Gu, 2001).
HanpuMmep, monsipHblii M He3apsokeHHBIM octatok 1572 B KaiC mramma
S. elongatus PCC 7942 urpaeT BaxHyl0 pojib B ero B3aumoneictsuu ¢ C-
KoHueBbIM goMeHoM KaiA (Vakonakis, LiWang, 2004); eciu TpeoHUH
3aMEHSETCS HEIOJSIPHBIM aJaHWHOM, B3aMMOMICMCTBUE OCIA0JSIeTCS, UYTO
OTpULIATEBLHO BJIMSET Ha LUMPKaAHyI puTMUYHOCTHL (Ishiura et al., 1998).
Heuupkannsie romonorn KaiC y apyrux mpokapuoT, KakK IMpaBWIO, UMEIOT
COBEpIIEHHO pa3Hble AaMMWHOKHUCJIOTHBIE OCTaTKMd B 3TOM MOJOXECHUU
(Dvornyk, Knudsen, 2005). AHaJlOrM4yHbBIM 0O0pa3oM, B JIPYTrUX LUPKaIHBIX
Oelkax yJYacTKM Ui JWBEPreHIMM O00OMX TUIOB, KakK IIPaBUIIO,
pacmojioXkeHbl  BHYTPM WIM B HEMNOCPEIACTBEHHONH  OJM30CTH  OT
KOHCEpPBATUBHBIX MOTHBOB C M3BECTHOW WM TIpeAronaracMoi (GyHKIIHO-
HajabHO# 3HaumMmocThio (Dvornyk et al., 2004; Dvornyk, 2005; Dvornyk,
Knudsen, 2005).

JluBepcuduKanmys OMPKATHON CHCTEMbl HHAHOOAKTEPHId

B Hauane DSBOJIOLMOHHBIX MCCIEIOBAHUN LIMPKAOHBIX CUCTEM LMAHO-
OakTepuii, KOrma reHOMHbIe JaHHbIe ObLIM OrpaHUYEHbI, HEKOTOpbIE (haKThl
YK€ TOrJa IMO3BOJISUIM MPEAINONOXUTh, YTO LMAHOOAKTEPUM MOTYT 00JaaaTh
Oojiee 4yeM OJHUM THUIIOM ILIMPKAIHON cucTteMbl. B mMojb3y 3TOro cmuie-
TEJILCTBOBAJIO OTCYTCTBUE TeHa kaiA y HekoTophix mx 1mrammoB (Dvornyk et
al.,, 2003). DTOT TreH OTHOCUTCS K TpeM KIIYEBbIM TeHaM LMPKaZHOMI
(GYHKIIMY B OpPUTUHAJILHO ONMUCAaHHON cucteMme wmtamma S. elongatus PCC
7942 (Ishiura et al., 1998). CooTBETCTBEHHO, ObIJIO OTMEYEHO CYIIIECTBOBAHUE
JIBYX TUIIOB LMUPKaAHbIX cucTeM. OOMH €€ TUMN B KayecTBE LEHTPaJIbHOIO
OCLIWJLIIATOPAa MMeeT KjacTep M3 Bcex Tpex kai-reHoB (cuctema kaiABC),
Torga Kak cucreMa apyroro tuma (kaiBC) He umeeT reHa kaiAd M CONEpPKUT
qumb onepoH kaiBC (Dvornyk et al., 2003). ITocne oTKpbITUSI TeHOB kai y
wramma . elongatus PCC 7942 cuctemy kaiABC wusydyanu Haubosee
TILATEeJIbHO Y, BUAUMO, B lIMaHOOAKTepUsiX oHa Mpeodiagaet. Cucrema kaiBC
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IO CUX Mmop ObUla HalaeHa TOJbKO B OJHOKJIETOYHOM Prochlorococcus wn
MOXET TpeACTaBIITh cO00l Oojiee TPOCTOM UPKAAHBI MexaHu3M (Axmann
et al., 2014). Eme omHa mnoTeHLMajlbHas LMpKaaHas cUCTeMa, WMeEolas
yepThl OOOMX ONMUCAHHBIX BbILIE TUIIOB, MOXET CYIIECTBOBaTb Y
Synechococcus sp. WH 8102. C ogHOl CTOpOHBI, 3Ta CUCTeMa MMEET TeH
kaiA; ¢ nmpyroil — ¢UIOTeHeTMYeCKN OHAa pacIlojioXKeHa OJke K CHUCTEMe
kaiBC (Dvornyk et al., 2004; Dvornyk, 2005; Dvornyk, Knudsen, 2005). Bra
cucrema wtamma Synechococcus sp. WH 8102 o6o3nauena kak kaiABC' (cM.
TaOJMILy) M XapaKTepHa IJIT HEKOTOPBIX OTHOKJIETOYHBIX ITMaHOOAKTEPHIA,
KOoTopble punoreHeTnyecku 0Ju3ku K Prochlorococcus (Baca et al., 2010).

CyllecTByeT 0Ka3aTeIbCTBO ellle OOJbIel 3BOTIOIMOHHON IUBEPCH-
(puKkamm UMPKamHBIX CHCTEM y IIMaHoOakTepuwii. Hampmmep, TeH pex He
ObUI HaiimleH Kak y BMAOB C cucTeMoil kaiBC, TaK W y HEKOTODBIX,
nmemmux cucteMy kaiABC (cm. Tabnuity). Kpome toro cikA, mpucyTcTByst
y BUIOB, obOiagamoimx cucremMoil kaiABC, MOXeT UMETh Pa3INIHYyIO JOMEH-
HYIO apXUTEKTypy: Jubo He XxBaTaeT goMeHa PsR, kKak y reTepoLMTHBIX
Nostocaceae, MO0 eCTb DOMOJTHUTEIBHBIE TOMEHBI, KaK Y TepMO(GMILHOTO
Synechococcus sp. 13 VemoycToyHcKuX Topsumx ncTouHMKoB (Baca et al.,
2010).

CoBpeMeHHBIE 3BOJIOLMOHHBIC AAaHHBIC CBUAETEIBLCTBYIOT O TOM, 4YTO
MAaHOOAKTepUM WMEIOT MHOTO THIIOB IMPKAmIHBIX CHUCTEM, KOTOpEIE
OTJIMYAIOTCS HAOOpOM 3JIEMEHTOB (CM. TabiuWIy). Y HEKOTOPHIX T€HOB B
KaXXJIOM M3 TUTIOB MOTYT TIPOSIBISITECS M3MEHEHUS B TOMEHHOM apXUTEKType.
Bce BBImeykazaHHBIE BapWMaHTBI MOTYT TIPUBECTH K  MOOU(PUKALINN
MEXaHM3Ma «BHYTPEHHMX 4YacoB», HO, CKOpee BCEro, He K IOJHON MmoTepe
LUPKATHON PUTMUYHOCTA. MMeeTcss MOCTaTOYHO O0Ka3aTeJIbCTB TOMY, UTO
WHAKTUBAIS HEKOTOPBIX IMPKAZHBIX TEHOB 3a TIpeaejiaMM IIeHTPaJIbHOTO
OCLHUJLISITOpa <«UCTUHHOM» (bona fide) cuctembl kaiABC MoxXeT B
OIpeIeICHHOM Mepe YXYILIWTh paboTy MexaHW3Ma, HO IOJHOCTBIO €ro He
paspymaer (Katayama et al., 1999, 2003; Schmitz et al., 2000). IToka3zaHo
(Tomita et al., 2005), yTo Aasi MOAECIMPOBAHUS LUPKATHON OCLUIISILIUU
dochopunupoBanusi KaiC in vifro m1OCTaTOYHO TPUCYTCTBUS JIMILbL TpeX
Kai-6enkoB 1 AT®. DToT dakT MOATBEPKIAeT BHIBOL O TOM, UTO OTCYT-
CTBUE HEKOTOPBIX BTOPOCTEIEHHBIX 3JEMEHTOB, TakKMX Kak cikA, pex Wnu
cpmA, He TIPUBOAUT K TMOJHON MHAKTUBALIMU LUPKATHON PUTMUYHOCTH.

CueHapuii Uit LUpKagHOW cucteMbl kaiBC, MNo-BUAWMOMY, IpPYTOW.
WNuaktuBanus kaiA TOMHOCTBIO paspyliaeT (GyHKIUIO cucteMbl kaiABC B
S. elongatus PCC 7942 (Ishiura et al., 1998). Tem He MeHee, B HEKOTOPBIX
HWCCIIEIOBAHUSAX OIMMCAHBI CYTOYHBIE 3aKOHOMEPHOCTH KJIETOYHOTO ITMKJIAa W
aKcnpeccun TreHoB Y Prochlorococcus M BbICKA3bIBAETCSl MPEANOJOXEHUE O

CYIIECTBOBAHMU «BHYTPEHHUX YacOB», KOHTPOJMPYIOIIMX 3TU IPOLIECCHI
(Shalapyonok et al., 1998; Axmann et al., 2009).
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CocTaB OCHOBHBIX THIIOB HUPKATHBIX CHCTEM HUAHOOAKTEPHit

CucrtemMa ¥ MOIEJIbHBIN IITAMM

OyHKLUMOHAILHOE kaiABC kaiABC* kaiBC Mcrounuk
noapasaeeHue u (Synechococcus (Synechococcus (Prochlorococcus)
TeH elongatus sp. WH 8102)
PCC 7942)
BBon
citA + _ _ (Baca et al.,
2010)
ldpA + + . (Dvornyk,
2005)
pex e + _ (IBOpHUK,
HeomyoJI.)

LleHTpanbHBI OCLHWILISTOP

(Dvornyk et

kaiA + + _
al., 2003)
kaiB + + + (Dvornyk et
al., 2003)
kaiC + + " (Dvornyk et
al., 2003)
BriBog
sasA + + + (Dvornyk et
al., 2004)
labA + _ _ (J1BOpHUK,
Heory61.)
rpaA + + " (ABOpHUK,
HeoITy0I.)
rpaB + + n (J1BOpHUK,
Heory01.)
cpmA + —/? ) (Dvornyk,
2006)
«t» — IlpucyrctByer, «—» — OTCYTCTBYeT; «+/—» — MOXeT MPHUCYTCTBOBATb WU

OTCYTCTBOBaTb; «?»— OTHAJIEHHO POICTBEHHbIE TOMOJIOTY MPUCYTCTBYIOT, HO MX LIUPKaIHbIC
(YHKIIMY TOKHBI ObITh TTOATBEPXKIEHBI.

DBOIONMOHHAS UCTOPHS MUPKATHON CHCTEMbI NHAHOOAKTEPHIA

DBOJIOLMOHHBIE HCCACIOBAaHMS IIMPKATHOM CHUCTeMbl ILIMAHOOAKTEpU U
JIPYTHX IPOKApHUOT OBUIM HAvaThl MEHee IBYX HeCATWIeTU Haszan. HecMotps
Ha CTOJb KOPOTKMiI CPOK, OHHM HaJMd PEe3YyJbTaThl, KOTOPHIC ITO3BOJMIM B
OCHOBHBEIX 4YepTax OOO03HAUMTH XOA SBONIONMM LMPKATHON CUCTEMBI (CM.
pucyHoK). IIpenimecTBEeHHMKN HEKOTOPHIX LMPKATHBIX TEHOB, BEpPOSATHO,
CYIIECTBOBAJIM eIlle 3,5 MIJIpA JIeT Hazal, IPaKTUYeCKH C caMoro Havaa
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KM3HU Ha 3eMJjie U, OUeBUIHO, IO TOTO, KaK IPOM3OIILIO pa3iaeieHue MEXIY
apxessMu M OakTepwsiMu. K 3TWM aHIeCTpallbHBIM TeHaM OTHocsITcs kaiC
(Dvornyk et al., 2003) sasA, cikA, u cpmA (Dvornyk et al., 2004; Dvornyk,
2006; Baca et al., 2010). [Jpyrue TeHB kai, TO-BHUOIUMOMY, MOJIOXE:
npoucxoxaeHue kaiB matupyercs Mexay 3500 m 2320 MIH JeT Haszan
(Dvornyk et al., 2003). Bo3HuMKHOBeHUE TeHa kaiAd TiepBOHAYaJIbHO
npeanosaragoch okojo 1 mupa jet Hazan (Dvornyk et al., 2003). OnHako,
(unoreHeTMUecKMit aHaaM3 OoJiee TMOJTHBIX TEHOMHBIX JaHHBIX TTOKA3aJ, YTO
TepMOUIbHBIE IITAMMBI OTHOKJIETOYHBIX Synechococcus sp. u3 Wenmoy-
CTOYHCKUX TOpSIYMX MCTOYHUKOB U Thermosynechococcus elongatus BP-1,
KOTOpbIe (DWJIOTeHEeTUYECKU TMO3ULIMOHUPOBaHbI MexXny G. violaceus PCC
7421 (He wumewomieM reHbl kai) u S. elongatus PCC 7942 (umeloliem
UCTUHHYIO cuctemy kaiABC), ob6magalor reHOM kaiA, TakuM oOpa3oM,
CABUIasi BpeMsl MMPOMCXOXAEHMUST 3TOT0 reHa K otMeTke 2,600—2,900 mipa jer
(Baca et al., 2010).

Mya o .
3,800 y ipcpmAl origin of kaiC
n oL Ty
/1 isdkaiChv, isdkaiCi
’ iSdkaiCy o iSdkalC
3,500 ,/
/ origin of kaiB
/
/
7 Vi !
[Ccika [ 1 | kaiA gkaiB] ddkaic JIREEIES TR kaiB2| ddkaiC2 ] probable origin of kaiA
2320 1 ]
P | '\/ —i kaiABC system |

1,000 1 | kaiA gkaiB; ddkaiC kaiABC" system
500 ISR +2i5,_ddkaiC | KaiBC system
0

HpiHemHuii 5BOMIOIIMOHHBIN ClieHapWid U1l TUPKAAHON cucTeMbl uaHoOakTepuid. Lllkana
BpEMEHU He MponopuuoHaibHa. Mcue3HyBlIMe TeHbl MOKa3aHbl MYHKTUPHBIMUA CKOOKaMMU.
IToTepsiHHbIe TeHbl BbIYEPKHYTbI. kaiB2 w kaiC2 SgBISIOTCSI T€HaMM, KOTOpbIe He
00beMHEeHBI B OMepoH. pkaiC — mpeniiecTBeHHUK reHa kaiC, sdkaiC — omHOOOMEHHBIM
kaiC, ddkaiC — nByxmomeHHbIil kaiC; pkaiB — TpenllecTBEHHUK TeHa kaiB; pcpmA —
npeniectBeHHUK TeHa cpmA; TCSHK — nByxkoMmoHeHTHasi CEHCOPHOU TpaHCIyKIINU
TMCTUIMHKMHA3a (BOCTIpOM3BOAUTCS ¢ pa3pelueHust Dvornyk, 2009)

B Hauane cBoeii 3BOMIOLMM LMPKAAHAS MPOTOCUCTEMA, BEPOSTHO, MMeJIa
MEHBIIHWI HAabOp BJEMEHTOB, MO0 CPAaBHEHMIO C €€ COBPEMEHHOI Bepcueit (cMm.
pucyHok). OnepoH kaiBC Ha TOT MOMEHT ellle He BO3HMK U ILIEHTPaJbHBII
OCLMJIJISITOP COCTOSIT U3 pas3nefieHHbIX kaiB n kaiC. Takue KOMUM 3TUX TEHOB
MO-TIpeXKHEMY TIPUCYTCTBYIOT Y HEKOTOPHIX IIMaHOOAKTepWit (HAIIpUMeED,
Synechocystis sp. PCC 6803), CylIeCTBEHHO OTJIMYAasICh OT CBOMX WCTUHHBIX
a”ajoroB (Dvornyk et al., 2003; Dvornyk, Knudsen, 2005; Wiegard et al.,

12



Deonoyun UUPKAOHOL cucmembl

2013). OnepoH kaiBC BO3HUK y LIMAaHOOAKTEpUil MPUOIM3UTETBHO OKOJIO
2,300 Mapa JeT Hasag M 3aTeM TOPU3OHTAJIBLHO ObLI TMEepeHeceH B Apyrue
npokapuotel (Dvornyk et al., 2003). MHtepecHo, uTO TeH kaiA TIpUCyll
UCKJIIOYUTEbHO LIMAaHOOAKTEPUSIM M He ObUl HailleH y ApYrMx MpOKapuoT.
DTOT (HaKT CBUIACTEIBCTBYET O JBYX BO3MOXHBIX CIEHApUSIX: TOPU3OH-
TaJIbHBINA TiepeHoc omnepoHa kaiBC mpousollen JubO A0 MogBIeHUS kaiA B
IMaHOOAKTepHsIX, MO0 T0 TOTO, KaK TPU T'eHa kai 0ObeIMHWINCH B KJIACTEp.

[lepBoHauabHO MHMpPKamHAS CUCTEMa ITMAHOOAKTEPUIL  3BOJIOLIMO-
HUpOBaja B CTOPOHY OOJIbIIEH CIOXHOCTU U 3(PHEKTUBHOCTU. DTOT MpoLecc
BKJIIOYAJl HECKOJbKO MeXaHU3MOB. IlepBbIM OBUIO pEKpPYTMPOBAHUE HOBBIX
Te€HOB, KOTOpbIE NpPUOOpear UMpKagHble (YHKLUMU TyTEM 3BOJIOLUMU OT
HEIMPKAIHBIX MPEIIIeCTBEHHUKOB. YMCIIO aHIeCTpalbHBIX T€HOB, IIO-
BUIMMOMY, OBUIO MEHBIIHUM, II03TOMY HEKOTOpbIe IIMPKAaaHble TEeHBI C
pasHbIMU (YHKLUIMU (Hampumep, cikA u sasA) MOTYT UMETb OHUX U TeX XKe
npenwectBeHHUKOB (Dvornyk et al., 2004; Baca et al., 2010). BropbiM
MEXaHU3MOM ObUIO (hOPMUPOBAHUE CHEUUATUZUPOBAHHBIX (PYHKIIMOHATBHBIX
noapasieyiieHuii B cuctemMe (T.e. BBOIL M BbIBOA). B Kakoii-To MOMEHT
9BOJIIOINH, TO-BUIMMOMY, B paiioHe pacxoxneHus S. elongatus PCC 7942 n
Prochlorococcus sp. (500 maH—1,000 mapn jeT Haszam) LMpKaaHas cucTema
MoJBeprjaach pe3KoMy YIPOILEeHUIO U3-3a ToTepu cikA, a 3atem kaiA (Baca et
al., 2010) 1 HECKOJBbKMX APYTUX BJIEMEHTOB (CM. PUCYHOK, TaOIUILy).

o cux Top HEW3BeCTHO, KOTJa CHCTeMa Iprobpena IHMPKaTHYIo
dyHKIMIO. [MITOTETUYECKU, 3TO MOIJIO MPOU30UTU C BOZHMKHOBEHMEM TeHa
kaiA, Xorma craj TOCTYITHBIM MUHMMAJIBHO HEOOXOAMMbIM HA0Op LIMPKATHBIX
anemeHToB (Tomita et al., 2005). IlpaBma, TeopeTMUYeCKM BO3MOXHO, 4YTO
UpKamHas MPOTOCHMCTEMAa CMOTJIa OCHWUIAPOBATh JaXe B OTCYTCTBHUE KaiA,
XOTSl U ¢ MeHbllell 3((hEeKTUBHOCTHIO. DTa MpobieMa TpebdyeT AalbHEHIIero
HUCCIIeOBAHMSI.

Makpo3BoJitolisi LUUPKAAHOW CUCTEMbl LMAHOOAKTEpUH — CJIOXHBIA
npolecc, B KOTOPbI ObLIM BOBJIeUeHb MHorue ¢akrtopbl. OueBUIHO,
TOPU3OHTAJIbHBIE TEPEHOCHl LMPKAJHBIX TE€HOB — PaclpOCTPAHEHHOE

SIBJICHUE, B 4YaCTHOCTU J1Jis1 TeHoB kai (kaiB w kaiC), onepona kaiBC
(Dvornyk et al., 2003; Dvornyk, Nevo, 2004) u cpmA (Dvornyk, 2006). JIse
TUCTUAWHKWHA3BI, SasA u cikA, TO-BUAMMOMY, IIPOM3OLLIM OT OOIIEero
npeakKa yepe3 akkKpeuuu aomMeHa U ciausHus reHoB (Dvornyk et al., 2004;
Baca et al.,, 2010). HWurepecHo, 4YTO SasA WMeeT Takxke OOIIEro
MpeallecTBeHHUKA, kaiB-Tioq00HbIN I'eH, ¢ APYTUM LUPKAIHLIM TeHoM, kaiB
(Dvornyk et al., 2003). Bce unupkagHble TeHBbl IMaHOOAKTEPUI UMEIN
HECKOJIbKO AyruiMkauuii. Enie omHUM BaXXHBIM (DaKTOPOM MX 3BOJIOLUM ObLIT
oTOOp. XOT9 B HEKOTOpbIe TIEPUONBI DBONIOLMM LUPKAIHBIX TE€HOB
MMPOUCXOINIT SMU30IUYECKUIN TTOJOXUTEIbHBIN OTOOP, TJIaBHYIO POJIb ChITpaj
oTpunateabHbii ot6op (Dvornyk et al., 2004; Dvornyk, 2005). OmHako
MOJIOKUTENbHBI  OTOOp  sIBsIeTCsSl  0Oojiee  BBIPAXKEHHBIM Ha  yYpOBHE
nonyiasuuu (Dvornyk et al., 2003; Dvornyk, Jahan, 2012; Ng et al., 2013).
Ha cocrtaB 1MpkamHOi CHCTeMBI pa3IMYHBIX TAKCOHOB IIMaHOOAKTEPUIA
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BJIMSIJIO HE TOJBKO BOBJIEYEHME HOBBIX I'€HOB, HO M MOTEps HEKOTOPHIX U3
Hux (Hampumep, kaiA n cikA) (Baca et al., 2010).

Eme omHmM wWHTepecHBIM (HAKTOM 3BOTIONUNA IHUPKATHOW CUCTEMBI
LIMAaHOOAKTepUIl SIBJISIETCS €€ OYEBUIHASl CBA3b C TEOJIOTMYECKOUM MCTOopueit
3eMJ1, B YaCTHOCTH C U3MEHEHUEM IPOIOJLKUTEIbHOCTU JHS U TJ100aJbHOTO
ypOBHS yabTpaduoseroBoro obayuyeHus (Dvornyk, 2009; Baca et al., 2010).
DTO OOWMH M3 CaMBIX BaXHBIX aZaNTUBHBIX MEXaHMW3MOB, KOTOpBIE BHECIH
CBOI BKJIaZ B MCKJIIOUMTEJIbHYIO 3KOJOTMYECKYI0 YHUBEPCATbHOCTb LIMAHO-
OaKkTepuii.

HccnenoBanus 3BOJIIONMH IAPKATHON CHCTEMbl IUAHOOAKTEPHIi B
3M0XY F€HOMHKH

N3zo6peTeHre U IHMPOKOE BHEIpPEHHE TEXHOJOTHI CEKBEHUPOBAHUSI HOBOIO
MOKOJICHUSI OTKPBLIM OrPOMHBIE BO3MOXHOCTH M HOBBbIE HAIpaBJICHMS B
SBOJIIOIIMOHHBIX MCCIEIOBAHUSX, a HWMEHHO B CPaBHUTEIBHOM 3BOJIO-
IIMOHHOM aHaJIn3e.

3a mocienHee AeCATUICTHE OB JOCTUTHYT 3HAYMTEILHBIM IIpOrpecc B
CEKBEHUMPOBAaHUM BCEro IeHOMa pa3IMYHbIX LIMaHOOaKTepuil. B Hacrosiiee
BpeMs B GenBank u apyrux oTKphIThIX 0a3aX MaHHBIX JOCTYMHBI CBEAEHUS O
110 TmOAHOCTBIO WM YAaCTUYHO CEKBEHUPOBAHHBIX TreHOMax 74 pomoB
1IMaHoOakTepuii. JTo ropazmo Oosbliie, yeM ObLIO moctynmHo B 2009 r. (22
poza), Koraa OBIJT OIyOJIMKOBAH ITOCIETHUIA MOAPOOHBII 0030p MO 3BOIIOLNAN
HupKagHoit cucteMbl LmMaHobakrepuii (Dvornyk, 2009), xoTs mo-mpexxHemMy
3HAUUTEJIbHO MeHblle, yeM mnouytd 300 pomoB, MPUBEACHHBLIX B HEAaBHEM
TakcOHOMHYeckoM o003ope (Komarek et al.,, 2014). TeM He MeHee,
HMMEIOIMECs] B HACTOsIEee BpeMsl TeHOMHbIE JTaHHbIE MOTYT IOMOYb PELIUTh
psSiI  BOIPOCOB U 3HAYUTEIBHO OOHOBUTH CYIIECTBYIOIIME CIIEHAPUM
SBOJTIONIMN TIMPKAagHOW cucteMbl. Ha OCHOBe OTrpaHWYEHHBIX TEHOMHBIX
JAHHBIX yXe OBIIM TPEIOKEHBI TPU THUIA IIUPKATHON CHCTEMBI, TaK 4YTO
aHaM3 00JbIIEr0 00beMa TaHHBIX TOMOXKET BBISIBUTb U IPYTUE TUIIBI.

ITpoGaemoit ABASIOTCS M TPOTUBOPEUMST B JATUPOBAHUM TTPOUCXOXKICHMUS
HuaHoOakTepuii. BpeMst ux mosiBaeHus KoisebjeTcs B mpenenax ot 3,300—
3,500 mipn et (Schopf, Parker, 1987) no 2,100 mupn (Tomitani et al., 2006)
B 3aBUCUMOCTH OT THIIA JAHHBIX M HCIIOJB3YeMOTO ITOAXOHA. DTO MOXKET
MPUBOINTH K OIMMOKAM KaK B TOJIyYeHHBIX (DMIOTeHETHISCKUX IEePEBhIX, TaK
U B MOpeijaraéMoil BpeMEHHOM IlKajle SBOJIOLMY LMPKATHOW CUCTEMBI (CM.
pucyHok). IloaToMy TpeamnoyiaraeMoe JaTUpPOBAaHUE CleAyeT WHTePIpeTH-
poOBaTh C OCTOPOXKHOCTHIO.

Eile oqHa npobiiema cBsi3aHa C pe3yJbTaTaMu, KOTOPbIE ObLIM MOJTYYEHbI
okojio 10 JieT Ha3ag ¢ MCIOJIb30BaHMEM MMEIOIIMXCS Ha TO BpeMsl JOBOJBHO
OTpaHNYCHHBIX JAHHBIX, 1 KOTOPHIC CETOMHS MOTYT OKa3aThCS YCTApEBIIMMU.
Hanpumep, kak ObUIO IOKa3aHO BbIllle, MOCACAYIOLIMA aHaJIM3 OOJIbIIEro
MyJia TeHOMHBIX JaHHBIX MO3BOJIMJI MEPEeCMOTPETh MEePBOHAYAIbHBIN BBIBOJ O
BpEMEHU TPOUCXOXICHUST kaiA W OTONBUHYTH €ro TpuMepHOo 1mo 2,600—
2,900 mupn siet Hazan (Baca et al., 2010).
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HecMoTpst Ha omnpeneneHHBIE OTpaHUYEeHUS, SBOJIOIMOHHBIN aHAIN3
00JIagaeT OrPOMHBIM TTOTEHLIMAIOM B (hOPMUPOBAHUU TIPOBEPSIEMBIX THUTIOTE3
NI TIoc/eAyloleid BepuduKauuu MeToIaMu MOJIEKYJISIpHON Ouosoruu (T.H.
"MOKpbIE" BKCIEepUMEHThI). B omHOM U3 ucciaemoBaHMiT COOOLIATIOCH, UYTO
5'-koHeur kaiC y Prochlorococcus, B OoTIMYMe OT TakoBoro y S. elongatus
PCC7942, He sBasieTcsi KOHCEPBUMPOBAHHBIM. BbICKa3bIBAJIOCH MPEANONO-
JKEHHE, YTO 3TO MOXET OBITh CBSI3aHO ¢ (PYHKIMOHAIBHBIMU pa3IMIUSIMU
COOTBETCTBYIOIIETO OejlKa, B YaCTHOCTU €r0 CIIOCOOHOCTHIO CBSI3BIBATHCS C
KaiA (Dvornyk, Knudsen, 2005). Ilo3zxe 53To moaTBepwin Apyrue
ucciaenoBatenu (Axmann et al., 2009). ToyHo Tak e, IO pe3yJbTaTam
aHaJM3a CABUTa CKOPOCTU DBOJIOLMH, ObLIO BHICKA3aHO IMPEATIONOXEHHUE, YTO
pa3bearMHeHHble TeHbl kaiB u kaiC, BcTpeyaloluecss B FeHOMaX HEKOTOPbIX
1MaHoOakTepuii, He uMeT uuMpkagHoi ¢yHkuuu (Dvornyk, Knudsen,
2005). D10 HemaBHO OBUIO MPOAEMOHCTPUPOBAHO in Vifro B 3KCIEPUMEHTAX
no ¢ochopunupoBanuo KaiC (Wiegard et al., 2013).

HanpHeilnive CpaBHUTEJIbHBIE 3JBOJIONMOHHBIE W  (YHKIMOHAIbHbIE
HUCCIIeIOBAaHUSI LMPKATHOW CHCTEMbl IIMaHOOAKTEpPUIl C UCIOJIb30BaHUEM
WMEIOLINXCSI TEHOMHBIX JAHHBIX ITIOMOTYT  PAacKpBITh  MOJEKYJSIPHBIE
MEXaHU3MBl U TYTH peajn3allii <«BHYTPEHHUX YacoB» LMAHOOAKTEPUI U
IPYTUX TTPOKAPHOT.

REFERENCES

Axmann .M., Duhring U., Seeliger L., Arnold A., Vanselow J.T., Kramer A., and Wilde A.,
J. Bacteriol., 2009, 191(17):5342-5347.

Axmann .M., Hertel S., Wiegard A., Dorrich A.K, and Wilde A., Mar. Genom., 2014, 14:3-
16.

Baca 1., Sprockett D., and Dvornyk V., J. Mol. Evol., 2010, 70(5):453-465.

Crosthwaite S.K., Loros J.J., and Dunlap J.C., Cell., 1995, 81(7):1003-1012.

DiRuggiero J., Brown J.R., Bogert A.P., and Robb F.T., J. Mol. Evol., 1999, 49(4):474-484.

Ditty J.L., Williams S.B., and Golden S.S., Annu. Rev. Genet., 2003, 37:513-543.

Dunlap J.C., Loros J.J., and DeCoursey P.J., Chronobiology: Biological Timekeeping,
Sinauer Assoc. Inc., Sunderland, MA, 2004.

Dvornyk V., J. Mol. Evol., 2005, 60(1):105-112.

Dvornyk V., Microbiology, 2006, 152(Pt 1):75-84.

Dvornyk V., The Circadian Clock Gear in Cyanobacteria: Assembled by Evolution in Bacterial
Circadian Programs, Springer-Verlag, Berlin; Heidelberg, 2009, pp. 241-258.

Dvornyk V., Deng, H.W., and Nevo E., Mol. Biol. Evol., 2004, 21(8):1468-1476.

Dvornyk V. and Jahan A.S., Mol. Biol. Evol., 2012, 29(12):3899-3907.

Dvornyk V. and Knudsen B., Genetica, 2005, 124(2, 3):247-254.

Dvornyk V. and Nevo E., J. Mol. Evol., 2004, 58(3):341-347.

Dvornyk V., Vinogradova O., and Nevo E., Proc. Natl. Acad. Sci, USA, 2002, 99(4):2082-
2087.

Dvornyk V., Vinogradova O., and Nevo E., Proc. Natl. Acad. Sci, USA, 2003, 100(5):2495-
2500.

Espinosa J., Boyd J.S., Cantos R., Salinas P., Golden S.S., and Contreras A., Proc. Natl.
Acad. Sci. USA, 2015, 112(7):2198-2203.

15



B.A. /leopnux

Gu X., Mol. Biol. Evol., 1999, 16(12):1664-1674.

Gu X., Mol. Biol. Evol., 2001, 18(4):453-464.

Hanaoka M., Takai N., Hosokawa N., Fujiwara M., Akimoto Y., Kobori N., Iwasaki H.,
Kondo T., and Tanaka K., J. Biol. Chem., 2012, 287(31):26321-26327.

Holtman C.K., Chen Y., Sandoval P., Gonzales A., Nalty M.S., Thomas T.L., Youderian P.,
and Golden S.S., DNA Res., 2005, 12(2):103-115.

Hosokawa N., Kushige H., and Iwasaki H., Proc. Natl. Acad. Sci. USA, 2013,
110(35):14486-14491.

Ishiura M., Kutsuna S., Aoki S., Iwasaki H., Andersson C.R., Tanabe A., Golden S.S.,
Johnson C.H., and Kondo T., Science, 1998, 281(5382):1519-1523.

Ivleva N.B., Bramlett M.R., Lindahl P.A., and Golden S.S., EMBO J., 2005, 24(6):1202-
1210.

Iwasaki H., Williams S.B., Kitayama Y., Ishiura M., Golden S.S., and Kondo T., Cell,
2000, 101(2):223-233.

Johnson C.H. and Golden S.S., Annu. Rev. Microbiol., 1999, 53:389-409.

Kageyama H., Kondo T., and Iwasaki H., J. Biol. Chem., 2003, 278(4):2388-2395.

Katayama M., Kondo T., Xiong J., and Golden S.S., J. Bacteriol., 2003, 185(4):1415-1422.

Katayama M., Tsinoremas N.F., Kondo T., and Golden S.S., J. Bacteriol., 1999,
181(11):3516-3524.

Kimura M., The Neutral Theory of Molecular Evolution, Cambridge Univ. Press, Cambridge,
1983.

Komarek J., Kastovsky J., Mare$ J., and Johansen J.R., Preslia, 2014, 86(4):295-235.

Kondo T., Mori T., Lebedeva N.V., Aoki S., Ishiura M., and Golden S.S., Science, 1997,
275(5297):224-227.

Kucho K., Okamoto K., Tsuchiya Y., Nomura S., Nango M., Kanehisa M., and Ishiura M.,
J. Bacteriol., 2005, 187(6):2190-2199.

Kutsuna S., Kondo T., Aoki S., and Ishiura M., J. Bacteriol., 1998, 180(8):2167-2174.

Kutsuna S., Kondo T., Ikegami H., Uzumaki T., Katayama M., and Ishiura M.,
J. Bacteriol., 2007, 189(21):7690-7696.

Leipe D.D., Aravind L., Grishin N.V., and Koonin E.V., Genome Res., 2000, 10(1):5-16.

Meyer E., Leonard N.J., Bhat B., Stubbe J., and Smith J.M., Biochemistry, 1992,
31(21):5022-5032.

Mutsuda M., Michel K.P., Zhang X., Montgomery B.L., and Golden S.S., J. Biol. Chem.,
2003, 278(21):19102-19110.

Nair U., Ditty J.L., Min H., and Golden S.S., J. Bacteriol., 2002, 184(13):3530-3538.

Nakamura Y., Kaneko T., Sato S., Mimuro M., Miyashita H., Tsuchiya T., Sasamoto S.,
Watanabe A., Kawashima K., Kishida Y., Kiyokawa C., Kohara M., Matsumoto M.,
Matsuno A., Nakazaki N., Shimpo S., Takeuchi C., Yamada M., and Tabata S., DNA
Res., 2003, 10(4):137-145.

Ng K.W., Pointing S.B., and Dvornyk V., Appl. Environ. Microbiol., 2013, 79(5):1516-1522.

Pattanayek R., Williams D.R., Pattanayek S., Xu Y., Mori T., Johnson C.H., Stewart P.L.,
and Egli M., EMBO J., 2006, 25(9):2017-2028.

Pattanayek R., Yadagiri K.K., Ohi M.D., and Egli M., Cell Cycle, 2013, 12(5):810-817.

Pittendrigh C.S., Annu. Rev. Physiol., 1993, 55:16-54.

Roca A.L. and Cox M.M., Crit. Rev. Biochem. Mol. Biol., 1990, 25(6):415-456.

Schmitz O., Katayama M., Williams S.B., Kondo T., and Golden S.S., Science, 2000,
289(5480):765-768.

16



Deonoyun UUPKAOHOL cucmembl

Schopf J.W. and Packer B.M., Science, 1987, 237:70-73.
Shalapyonok A., Olson R.J., and Shalapyonok L.S., Appl. Environ. Microbiol., 1998,
64(3):1066-1069.
Takai N., Nakajima M., Oyama T., Kito R., Sugita C., Sugita M., Kondo T., and Iwasaki H.,
Proc. Natl. Acad. Sci. USA, 2006, 103(32):12109-12114.
Taniguchi Y., Yamaguchi A., Hijikata A., Iwasaki H., Kamagata K., Ishiura M., Go M.,
and Kondo T., FEBS Lett., 2001, 496(2, 3):86-90.
Tomita J., Nakajima M., Kondo T., and Iwasaki H., Science, 2005, 307(5707):251-254.
Tomitani A., Knoll A.H., Cavanaugh C.M., and Ohno T., Proc. Natl. Acad. Sci. USA, 2006,
103(14):5442-5447.
Tsinoremas N.F., Ishiura M., Kondo T., Tanaka K., Takahashi H., and Johnson C.H.,
EMBO J., 1996, 15:2488-2495.
Vakonakis 1. and LiWang A.C., Proc. Natl. Acad. Sci. USA, 2004, 101(30):10925-10930.
Watanabe W., Sampei G., Aiba A., and Mizobuchi K., J. Bacteriol., 1989, 171(1):198-204.
Whitton B.A., Survival and Dormancy of Algae in Survival and Dormancy of Microorganisms,
John Wiley, New York, 1987, pp. 109-167.
Wiegard A., Dorrich A.K., Deinzer H.T., Beck C., Wilde A., Holtzendorff J., and Axmann 1.M.,
Microbiology, 2013, 159(Pt 5):948-958.
Woelfle M.A., Ouyang Y., Phanvijhitsiri K., and Johnson C.H., Curr. Biol., 2004, 14(16):
1481-1486.
IMoctynuna 12 Hosiops 2015 r.
IMoanucan B neuars C.I1. Baccep

ISSN 0868-854 (Print)
ISSN 2413-5984 (Online). Algologia. 2016, 26(1):3-17
http://dx.doi.org/10.15407 /alg26.01.003

V.Ya. Dvornyk

College of Science and General Studies, Alfaisal University,

Al Maather, Riyadh, Kingdom of Saudi Arabia,

e-mail: vdvomyk@alfaisal.edu

EVOLUTION OF THE CIRCADIAN CLOCK SYSTEM IN CYANOBACTERIA:
A GENOMIC PERSPECTIVE

Cyanobacteria are the first prokaryotes shown to have an endogenous circadian clock, an
ability to sustain life processes with an approximate daily periodicity. During its long and
complex evolutionary history, the circadian system of cyanobacteria has underwent several
major changes, which resulted in its structural diversification. Three main types of the
system, which possess different sets of elements, have been identified so far. There is
evidence that these differences may be associated with some functional modifications.
Macroevolution of the circadian system has been governed by many factors, including
multiple duplications, gene recruitment and de novo gene origin, domain accretion and
fusion, and selection. Rapid accumulation of genomic data provides new possibilities for
comprehensive comparative analyses and more accurate reconstruction of an evolutionary
scenario for this finely tuned regulatory mechanism of cyanobacteria.

Key words: cyanobacteria, circadian system, evolution, genomics.
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