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FEHETUKA PA3BUTUA U CUMBUOTUYECKNW NOTEHLINAN
LMAHOBAKTEPUA

OkcurenHble GOTOTPOdbI — LHAHOOAKTEPUN — COCTaBJSAIOT Pusy BX nomeHa
Bacteria (Castenholz, 2001), npencraButesin KOTOPOH OTJIMYAOTCA YHHUKAJIbHBIM
pasHooOpasneM pasmMepoB 1 (POPMBI KIETOK, CIOCOOOB KJIETOUHOTO eJIeHHs], a TaK-
2K€ OJIHOKJIETOYHbIM, HUTYATBIM, CJIO02KHBIM MHOTOKJIETOYHBIM 160 KOJIOHUAJIbHLIM
poctoM. MHorue npanoGaTepun 061a/1al0T CI0XKHBIMH KJIETOUHBIMH LIMKJIaMH, IUD-
(hepeHLIMPYIOT pasHOoOOpa3Hble CrelHalH3HPOBAHHBIE KJIETKH H YHACTBYIOT B CHM-
OHUOTHUYECKHX accoumaimgax ¢ MUKpOOpraHndMamu, BLICIIUMU PACTECHUSIMU U 2KH-
BOTHbIMY. [{HaHOGaKTepHH BHOCST CYLIECTBEHHbIH BKJa B IVI00a/bHLIA OajlaHe
yraepoa, Kucaopoaa 1 azora. OHM ChIrpaji rpoMajiHylo posib B Mpoliecce 3BO-
JolnH 6Hocdepsl, COBEPIINB KHCJIOPOAHOE OKHCJIeHHe aTMOC(EpPBl U TEM CaMbIM
CO3/1aB yCJIOBHSI, HEOOXOAUMBIE IS 3BOJIOLMH SYKapHOT, a LMaHOOaKTepHasbHble
9HAOCUMOHOHTBI CTAN Tpe/ecTBeHHHKAMU XJI0pOMIacToB pacteHuii. B o63ope
TIPUBOASATCS JAHHBIE O T€HAaX M PETYJISITOPHBIX CHCTEMAaX, KOHTPOJUPYIONIHX Ahe -
PEHUUPOBKY ClelHaMU3NPOBAHHBLIX KJICTOK — IFeTEPOUUCT, aKKWHET U TOPMOTOHHUEB
1 CMOCOOHOCTL BCTYMNATh B PA3HOOOPA3HbIe CHMOUOTHYECKHE aCCOLIUALIMH.

FTEHETUKA AN®DEPEHLIMIPOBKW TETEPOLINICT

[etepounctel — aspoOHO (UKCUpYIOLIHE a30T, KOHEUHO, JuddepeHiin-
poBaHHbIe KJETKH — CMocoOHbl (POPMHPOBATH LHAHOOAKTEPUH H3 MOJCEK-
uuit IV u V. (Castenholz, 2001). duddepeHuyrpoBka rerepouuct tpedyet
MO6I/IJH/138LLI/II/I 3HAYUTEJbHLIX MeTaOO0JUUECKHX HU SHEPreTU4eCKuX pecypcon
U MO3TOMY 0ObIYHO BKJIIOUAETCS TOJLKO pu ucHeprnaHuu BCeX HCTOYHHUKOB CBsl-
3aHHOI'0 a30Ta. HEKOTopre LlHaHO@aKTepI/II/I, B TOM 4YHCJI€ MOJEJIbHbI€ IITAMMbI
Anabaena sp. PCC 7120 u Nostoc punctiforme ATCC 29133, oGpasytor pery-
JISPHO PACIIOJIOXKEHHBIE TETEPOLIUCThI, Y IPYTHX OHH MOTYT POPMHPOBATLCS TOJb-
KO Ha ofiHOM (Kak y p. Calothrix) wiu o6oux (Kak y p. Cylindrospermunt) KoH-
nax Hutei. J{ast Toro 4To6bl PUKCHPOBATH MOJIEKYJISIPHBIH a30T, TeTEPOIUCTaM
HE0OXOMMO NpeKpaTHThL Bbilesenre O, myTem HHakTHBauUMK (oTocHcTeMbl 11,
o6ecrneynTb MUKPOaspoOHbIe YCIOBUS MyTeM (POPMHPOBAHHS AOMOJHUTENBHBIX
cJ10eB 000JIOUKH, CHHTE3HPOBATh HUTPOT€HA3HbIH KOMIIJIEKC H B OOJIbIIOM KOJIU -
uectBe npoudBoanTb AT® u HAII® - H niist pukcanyn azoTa 1 apixaHusl.

Poao kaemouroeo desenusa 8 Konmpoae ougpgeperyuposKi

Yro6bl HauaTh JHPEpeHIIMPOBKY BereTaTHBHAs KJETKA NOJIKHA HAXOIUTh-
csl B OMNpEJIEJIEHHON CTalliM KJETOYHOro LHK/Ia. DKernpeccusi reHa fisZ, Koju-
PYIOLILEr0 OCHOBHOWH 0€JIOK anrapaTa KJIETOUHOTO JIeJeHHs, CHHXKAaeTcs B re-
tepouucrax (Kuhn et al., 2000; Wang, Xu, 2005). Benok SulA us E. coli,
vHruoupytotmit  I'T-hasHyto akTuBHOCTb FISZ in  vitro, TIpH 3KCIPECCHH
B Anabaena PCC 7120 6aokupyer o6pa3oBaHue centaibHbIX KoJel FISZ v Je-
JIEHHe KJIETOK, UTO TMOJHOCTbIO TMojaB/sier JH(hepeHHPOBKY TeTepoLucT
(Sakr et al., 2006). B to ke Bpemst B myTante hetC, He criocob6HOM (pOpMUPOBATL
rerepounctsl (Khudyakov, Wolk, 1997), nauaBume muddepeHIHpoBKY KJIETKH
TPOJIO/IKAIOT JICJIUTHCS W YCHIIMBAIOT SKCIPECCHIO fiSZ, OTHOBPEMEHHO yMeHbllla-
fCh B pasMepe U Tepsisi aBToduioopectieHuuio (Wang, Xu, 2005; Xu, Wolk, 2001 ),
nofoO6HO M epeHIUpPYIOIUM  TOPMOTOHUAM  (cM.  Hike).  [lo-Bugumomy,
B KJIETOUHOM LIHK/IE €CTh KOPOTKMH OTPe3oK, KOrja Mocjie JeJeHHst KJIeTKa MO-
JKeT HauaTh AU(depeHIpoBKy U 3aTeM 3a0J0KHPOBATh Clleylollee JieJeHHe.
[To amunokucaotnolt nocnenosatensuoct HetC nanbonee cxonen ¢ ABC-tpanc-
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noprepamn 6aKTEPHOLMHOB, WMHIYLUPYETCs] B TPOreTepo-
ucTax M ero (yHKUMeH MOXKeT ObITb 3SKCTOPT MenTHia,
MPENSITCTBYIONIEr0 HHTMOUPOBAHUIO JeJeHHs] B HAuaBILIMX
T ePEHIIUPOBKY KIETKAX.

OcHOBHbIe pecyrsimopHbie 2eHbl, KOHMPOAUPYIOUjLE
dugpgpepenyuposky eemepoyucm

B niporiecce hopmMrpoBaHust reTepOLUCT MPOUCXOUT T0C-
JiefloBaTe/IbHasl aKTHBALMsl OOJIBIIONO YHCIa TeHOB, CreLH-
(bHuecKH CBSI3AHHBIX C PETYJSITOPHBIMH, CTPYKTYPHBIMH WJIH
(hepMeHTATHBHBIMH acCMeKTaMU AU hepeHIIMPOBKE U (PyHK-
LMOHMPOBAHUS TETEPOLHUCT. B oTsiMune oT MHOTHX GaKTepHil
CO C/OXKHBIMH TPOTPaMMaMH PA3BUTHSI, PETYJIHPYEeMBbIMH
nepeKMoueHHeM aJbTepHATHBHBIX CHTMa-(aKkTopoB, y 1Ha-
HOOAKTePHH, HECMOTPST HA MHTEHCUBHBIE MOWCKH MyTaHTOB
M UCIMOJIb30BAHHE METO0B 0OpPATHON MeHEeTHKH, He YaJI0Ch
0OHAPYKUTb CrelM(pHIHbIe JIs1 TeTEPOLHUCT CHrMa-(aKTo-
pol (Khudyakov, Golden, 2001). JInddepeHurpoBka KOHT-
pOJIHpYeTCsT KaK TIOJIOXUTENbHBIMU TeHAMHU-PETyJISTOPAMH:
ntcA, hetR w patA, Tak n oTpULATEBHBIMH PETYJISITOPHBIMH
renamu: patS u hetN. NtcA npunamnexxkur k CAP-cemeiic-
TBY PETyJISITOPOB TPAHCKPHUMLM M KOHTPOJHUPYET GOJIbLIOE
KOJIMUECTBO TEHOB, YJACTBYIOUIMX B MeTaboJH3Me a3oTa
y unano6akrepuii (Herrero et al., 2004.). Mytantbl 1o nfcA
06J1a1a10T  TIJIEHOTPOITHEIM  (PEHOTHIIOM W He MPOSIBJSIIOT
HUKAKUX TPH3HAKOB MopoJoruueckoil auddepeHipoBKH
Ha 0e3a30THOH cpeJie. 2-0KCOryTapar sBJSeTcs CeHCOPOM
A30THOTO CTaTyCa KJICTKH U CHTHAJILHOH MOJIEKYJIOH, Mepea-
touteit 31y nHdopmatmio Ha NicA (Zhao et al., 2010). HetR,
rnaBHbIA  peryasTop auddepenuyposkn (Meeks, Elhai,
2002), o6nanaet nporeaduoit u JIHK-cBsa3bIBatolleil akTHB-
HOCTBIO U YIPaBJsieT SKCMpeccHell MHOTHX CMeLU(pUIHBIX 151
rerepouucT reHoB. HetR cBsi3blBaeTcsl ¢ HHBEPTHPOBAHHDI-
MH TIoBTOpaMu B pomotopax haetP (Higa, Callahan, 2010),
hetZ (Du et al., 2012) u HeKOTOPBIX APYTHX FeHOB, OJHAKO
mexanuam HetR-3aBucumor peryssiiy TpaHCKpUIIMK MOKa
He usBecteH. TpaHckpunuuu nicA u hetR B3aHMO3aBHCHMBbI
(Olmedo-Verd et al., 2005), perysupyroTcs MHOXKECTBEH-
HBIMH TIPOMOTOPAMH M TPSIMO UJIH KOCBEHHO KOHTPOJMPYIOT-
cst MHorumu akropamu. Muakrusaums hetC (Khudyakov,
Wolk, 1997) u hetP (Fernandez-Pinas et al., 1997)
OJIOKMPYET WJIM Pe3Ko 3ameyisieT audhepeHIupOBKY reTe-
POLIMCT, a 3KTOTIHUeCKast sKcnpeccus hetP B myTtante AhetR
MO3BOJISET YaCTHUHO 060iTH 610K nddepentpoBku (Higa,
Callahan, 2010). PatA, 6eok ¢ C-KOHIEBBIM JOMEHOM, FOMO-
JornyHbiM CheY-cemelicTBY pecroHe-peryIsTopos, Heo6X0-
JIM Jytst ucppe peHHalK HHTEPKAJISIPHBIX, HO HE KOHLEBBIX
FeTEPOLIUCT U JICHCTBYET, BEPOSITHO, MyTeM OeJIOK-OeJIKOBBIX
B3aumoseiicTBuil. Myrauus patA cynpeccupyer Mch deno-
THT (MHOKECTBEHHBIE TIPUJIEralolifie TeTePOLUCTHI ), TPOsIB-
JISTIOLLMACST B TIPUCYTCTBUM SKCTpaKonuiinoro AefR (Liang et
al., 1992), n npuBOAUT K pe3KOMy YBeJHUEHHIO KOHLEHTpa-
uu HetR B kietkax (Risser, Callahan, 2008). Muaxkrupatius
hetlF 6noxupyet audhepeHIIPOBKY U TOXKe MPUBOJUT K MO-
BbillieHuo KoHlleHTpauuu HetR (Risser, Callahan, 2008).
[Tonnoctbio 6soknpyeT AU(HEPEHIINPOBKY TaKXKe HHAKTH-

BalMsl reHa AanA, KOAMPYIOLIEro THCTOHOMONOOHBIH 6e/10K
nykneouna HU (Khudyakov, Wolk, 1996). Eiie onun peryansi-
TOPHBIH JIOKYC BKJIIOYAET I'eHbl MOJI0XKHUTE/IBHOTO peryJsitopa
hetZ n otpuuarenbHoro peryasropa patU3 (Zhang et al.,
2007). B konrpone audpepeHraliny yuacTBYIOT U ApyrHe
perynsiTopHble 6esku (Zhang et al., 2006).

PaspaboTaHHble HelaBHO METO/Ib! «IJyOOKOIro CeKBEHH -
poBanusi» PHK no3Bosinin BeISIBUTE MHOXKECTBO aHTHCMBbIC-
JoBbIx U Hekoaupytownx PHK| npuuem HekoTopble U3 3THX
TPAHCKPUITOB PEry/JMPOBAJIUCL A30THLIM CTPECCOM JIMOO
SIBJISVINCh AHTHCMBICJIOBBIMH K M3BECTHBIM CHeLH(HIHBIM
JJisi retepouer redam (Muro-Pastor, Hess, 2012), onna-
KO JIAHHBIX 06 X YUaCTHH B PETYJISILUN JU(depeHIIHPOBKH
1oka HeT. PaccMoTpeHHe BOIPOCOB OPraHU3aLUu U peryJisi-
LIMM 9KCIIPECCHU MeHOB HUTPOr€HA3HOr0 KOMILIEKCa He BXO-
JT B 3a/1a4y JaHHOTO 0030pa.

Mopgoroeuueckue ugmerenus npu duggeperyupos-
Ke eemepoyum

[Ipn muddepeHIIpoBKe TreTEPOLUCT MPOUCXOIUT pa-
JIMKaJIbHAsA MEePeCcTporKa 0OOMOUYKH KJIETKH W OPraHU3aLHH
BHYTPEHHHUX (POTOCHHTETHUECKMX MeMOpPAH ¥ MHOTHX LUTOTI-
Jla3MaTHYeCKUX CTPYKTYP, a TAKXKE BCEro KJIeTOUHOro MeTabo-
quama. Ha pannux cramusix, Koraa (GopMHpYeTCst Hapy»KHbI
(u6pUANSPHEIT 101 060J10UKH, MPOUCXOAHUT TIIATENBHO pe-
ryJIpyeMoe yMeHbLIEeHHe AMaMeTpa CelTalbHOM Neperopos-
KH, OT/RJIAIOLIEH POreTepPOLUCTY OT BEreTaTUBHON KJIETKH,
TM0-BHAMMOMY, TIPH YIaCTHH MEHHLMIIHHCBS3BIBAIOLINX 6eJ-
KOB W aBTOJIM3UHOB, OCYLLECTBJISIIOLLMX CHHTE3 U HIPOJIU3
MYPEUHOBOIO €J1051 KJIETOYHOH cTeHKH. Kpome Toro, 10/KHbI
ObITb OJIOKHPOBAHDI KJIETOUHOE J€/ICHHE U J1aTePabHbIA POCT
KJIE€TOUHOH CTEHKH. 3a OrpaHHueHHBIM COKpAlLleHHEM CEeMThI
cJleflyeT M3MeHeHHe (POPMBI MOJISIPHBIX PAHOHOB FeTePOLIUCTHI,
B pe3yJisTare yero o0pasyores yiIMHeHHble wekku. Hesicno,
SIBISIETCST JI 3TO MACCHBHBIM PE3YJILTATOM (PU3NUECKHX Or-
paHHueHNH, HajaraeMbix (POPMHPOBAHHEM IOMONHHUTEBHBIX
¢J10eB 000JI0UYKH, JIMOO 9TO AKTHBHDLIA NMPOLECC U3MEHEHUS
(hopMbl, HEOOXOMMBIH 1/ JIOKATM30BAHHON B 9TOM paioHe
cOOpKH HAJMOJIEKYJISIPHLIX CTPYKTYpP 39KCIIOpTa M MMIIOpTa
MEeTa00J/IUTOB M MEKKJIETOYHOIO CHTHAJIMHIA MEXKy reTepo-
LIUCTAMH U BEreTaTUBHBIMU KJeTKaMU. DKCMOPT U yKJIAAKa
MOJIMCAXAPUIHOTO CJI0SI U 0Opa3yIOLUX JIAMUHAPHBIA CJI0H
060JI0UKH TVIMKOMUIHAHBIX (PUOPHII, KaK U MacCHPOBAHHOE
OTJIOXKeHHe «MPOoOOK» Pe3epBHOTO LHMAHO(HIMHA TaKkKe
MOTYT ObITb JIOKA/IM30BaHbl B paiioHe wweilku. Bee 310 cBuze-
TEJILCTBYET O TOM, YTO 10J110CA KJIETOK UIPAIOT BaXKHYIO POJIb
Ha BCeX yTanax (hopMHPOBAHHUsT U (PYHKIIMOHHPOBAHHUST 3PEsIOH
retepouuctbl. Hiuxke Mbl 6odiee 1101poOHO pacCMOTPUM reHe-
THYECKHE aCMEKTbl 3TUX [POLECCOB.

Cunmes u mpancnopm KOMNOHEHMOB GAUKOAUNUOHO-
20 U NOAUCAXAPUOHO20 CA0e8 0D0NOUKLL 2emepOoyUcibL

BosbIIMHCTBO TeHOB, OTBEHAIONUIMX 3a (POPMHPOBAHHE
MJIMKOJIMIIHHOTO U TOJIMCAaXapUAHOro CJ10eB 000JIOUKH re-
TEPOLUCTDI, PACIOJOKEHBI B IBYX XDPOMOCOMHBIX €OCTPOBAX
skenpeccun» (Ehiraetal., 2003; Fanetal., 2005). Ien devH,
komupytoumii JIHK-cBsaspiBatonuii 6e10K, TpaHCKPUMIUS
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KOTOPOTO Pe3KO BO3pacTaer uepe3 8§ 4acoB Mocje Havasa
nucdepenunposku (Hebbar, Curtis, 2000), Heo6xoaum /s
MHIYKLMH T€HOB CHHTE3a IMKOJIUITHIOB U /151 (hOPMUPOBa-
Hust TMKosinuaHoro ciosi (Ramirez et al., 2005), oxHaxo
peryJisiiust camoro devH ocraetcst He BbIsICHeHHOH. devH,
10-BUAUMOMY, KOOPJAMHUPYET CHHTE3 Pa3HbIX BHIOB [JIMKO-
aununoB (HGL1 u HGL2). [IBe rucTHMH-KUHA3bI, KOAUPY-
emble reHamu pkn44 w pkn30 (Shi et al., 2007), perynupy-
1ot cuntes HGL2, a docaraza PP2C-tuna PrpJ (Jang et
al., 2007)yuactByet B peryssiiuu cuite3a HGL1. MyrtaHThbl
no reny hgdD (heterocyst glycolipid deposition) He cnoco6-
HBl a3po6HO (UKCHpoBaTh a30T. gdD komupyet TolC-mo-
JOGHBII GesloK, 06pasyrolini kaHas 3diriokca B HapyKHOH
MeMOpaHe; ero CHHTE3 aKTUBHPYETCsl B MPOTETepPOLUCTAX
(Moslavac et al., 2007). Mytant hAgdD wvmeer Takoil xe
(heHOTHI, KaK ¥ MyTaHThbl Mo reHam devA, deuvB u devC,
Koaupyioum KommoHentsl ABC-Tpancnoprepa DevBCA
(Fiedler et al., 1998) — oHu He 06pasyloT JlaMUHAPHOTO
TJIMKOJIMITHAHOTO cJtost, xoTst cuntes HGL B uuronsasme
He Hapywaercs. [To-Bunumomy, HgdD u DevBCA o6pazytot
KOMIIEKC, COEMHMHSIIONIME HAPYKHYIO U [IUTOIIa3MaTHeC-
Kyl0 MEMOPAHbBI M CJIyXKAILHi /51 IKCTIOPTA TJIMKOJIUIHIOB,
(hOpMUPYIOLIUX JIJAMUHAPHbBIHA TJHKOJUITHAHBIN CJI0H 060/104-
Ku. [KosmMnuaHblil «octpoB» (hgl u hgd reHbl B palioHe
allb341-alrb357) orBeuaer 3a CHHTE3 TJIMKOJHIHIHbIX
arJIMKOHOB M HX IVIMKO3WIMpoBaHue. [omosiorn renos devB
(hgdB) u devC (hgdC) TakKe yuacTBYIOT B (pOPMHUPOBAHHUH
JIAMMHAPHOTO CJIOS, OJHAKO (DEHOTHI COOTBETCTBYIOIIMX
MYTaHTOB OTJIMYAECTCST €r0 abeppaHTHBIM PACIIOJIOKEHHEM
(Fan et al., 2005).

[Tomicaxapusblii «ocTpoB» (hep renbl alr2825-alr2841),
MPUCYTCTBYIOILMH TOJMBKO y FeTE€POLUCTHBIX LIHAHOOKTEPHH,
YCUJIEHHO 3KCIpeccupyeTcs uepe3 8 —24 yaca nocJe Hauana
agorHoro rosioianusi (Ehira, Ohmori, 2006). MHorouuc-
JIEHHBIE T€HbI TOr0 KJIAaCTepa, a TaKXKe PACIOJIONKEHHBIE
B IPYrOM pailoHe reHbl IUKo3uaTpaHcdepas alrd698-3699
(Xu et al., 2008), HeoOXonuUMbI 1151 POPMHUPOBAHUS MOJH-
caxapunHoro ciaos (Huang et al., 2005) u peryaupytores
asyxkomnonenTHo# cucremoli HepK-DevR, (Zhou, Wolk,
2003), pearupyiollieli Ha MoKa He BbISICHEHHbIE (DAKTOPHI.
Kpowme 310#i napel reHoB, (hopMUPOBAHHE MOJUCAXAPHIHOTO
CJI0St KOHTPOJIUPYIOT TeH JIMTHUECKOH amMuaasbl hcwA (Zhu
etal., 2001), ren cepun/TpeoHHH KHHA3LI 1epS U THCTHIMH -
KHHa3bl iepN, mpuueM BCe OHU HE BJIUSTIOT Ha CHHTE3 [JIMKO-
JunuIHoro cyios (em. 063op Xu et al., 2008).

HexoTopblie MyTalnn B reHax KOMIOHEHTOB KJI€TOUYHbIX
CTEHOK BETeTATHUBHBIX KJIETOK, HE CKa3bIBAIOLIHECs] 3aMeT-
HbIM 00pa30M Ha poCTe Ha Cpejie CO CBSA3aHHBIM a30TOM,
OJIOKHPYIOT POCT HA O€3a30THON Cpejie, HalpUMepP MyTaLHH
0 reHaM CHHTEe3a JIHMOMOJUCAXaPHIa BEreTaTHBHBIX KJle-
TOK rfOP w rfbZ, nviliib He3HAYUTEJILHO MEHSIIOLINE CTPYKTYPY
o6oJ0uku retepouuct (Xu et al., 1997). Myrauuu no tpem
reHam, KOJMPYIOLIMM TEHHLMJUIMHCBS3bIBAIOLIHE  Oes-
ku Alr5101 (pbpB) (Lazaro et al., 2001), Alrd579 (pbpC)
u All2981 (pbpH) (Leganés et al., 2005) Tak:ke npuBOAAT

K 7ecekTaM B pOPMHPOBAHUH FE€TEPOLIUCT, UTO YKA3bIBAET
Ha HeOOXOAMMOCTb MOAM(MHUKALMH KJIETOUHOH CTEHKH A
yCreuHoi AnddepeHInpoBKH.

Hugpgeperyuposka yumonaasmoL cemepoyucniol

OpnHolt U3 HauboIee 3aMeTHBIX MOP(OJIOTHUECKHX 0COOEH -
HOCTEH IeTepOLMCT SIBJISETCS MPUCYTCTBHE Ha MOJIOCaX Tpe-
JIOMJISTIOIINX CBET KPYIMHBIX BKJIIOUEHHH — TaK Ha3blBAEMbIX
TMOJISIPHBIX TPOGOK HJIH LHAHO(UIIMHOBBIX FPAHYJT, COCTOSIIIUX
13 COMoJIMMepa apruHuHa U acraparuHoBOH KMCa0ThI (Simon,
1971). OtHocurenbHO HeGOJBIINE TPAHYJIbl LHAHO(PHIIMHA
YacTO MPUCYTCTBYIOT U B BET€TATHBHbIX KJIETKAX, e CIyKaT
JIETKO MOGH/IH3YeMBbIM PE3epPBOM CBSI3aHHOTO a30Ta, OIHAKO
B FeTepOLUCTaX UM OTBOAUTCS 0co0ast poJib OLICTPO MOMOJ-
HSIEMOTO M PAaCXOyeMOTo /Il TPAHCIOPTa B COCENHHE KeT-
K1 IMHAMHYHOTO pe3epByapa (puKcupoBaHHoro azora (Carr,
1988). Anabaena PCC 7120 conep:KuT ABa KJacTepa reHoB
(cphl v cph2), kKonupylolux hepMeHTbI CHHTe3a (LHaHO(H -
IMH-CHHTETa3a, reH cphA) u pacuienienus (LuaHodHUIMHA-
3a, reH cphB) (Picossi et al., 2004). B knacrepe cphl renbi
cphB1 v cphAl sKcnipeccHpyloTes CUyibHee (U B BEreTaTHB-
HBIX KJIETKAX, M B TeTepPOLIMCTax ) Ha cpefie 6e3 CBSI3aHHOT0 a30-
Ta, a B LIeJIOM 00Jiee HU3Kast IKCTpeccusi B Kiacrepe cph2 uH-
rubupyercst ammonvreM. MyTalMOHHbIH aHaIU3 TT0Ka3aJl, uTo
JMa30TPOQHBIN POCT CHJIbHEE MOAABJISIICS Y MyTaHTOB C MHA-
KTHBHPOBAHHON LMAaHO(HINHA30H, YeM C HHAKTHBHPOBAH-
HOH LIMAHO(UILIMH-CHHTETa30H. DTO CBUIETEBCTBYET O TOM,
YTO HAKOTIJIEHHE B TeTePOLMCTaX LIMaHO(MHUIMHA He SIBJISETCS
HeoOXOMMBIM, B TO BPeMsI KAK CMOCOOHOCTb PACENJISITh LH-
aHouMH HeobXoauMa Jyist 3p(heKTHBHOrO (DyHKLIMOHHPOBA-
nus rerepouuct (Picossi et al., 2004).

[{nano6axkrepun o6JanaloT  yraepo-KOHUEHTPUPYIO-
1I[MM MEXaHH3MOM, MTO3BOJISTIOLINM CO37aBaTh BBICOKYIO KOH-
uentpauuio CO, BHYTPH HAXOAALIMXCS B LMTOMNJIA3ME KJile-
TOK KapOOKCHCOM — OKPY?KE€HHBIX OHOCJIOMHON O€JIKOBOH
MeMOPaHOH MOJIMSAPAJIbHBIX TeJI, 3aMOJHEHHbIX MOJIEKY.J1a-
MH puoyJsiozobuchochaTkapbokeuaasbl. B xone auddepen-
[IUPOBKH TeTEPOLUCT KapOOKCHCOMBI HCUE3aloT, a aKTHB-
HOCTb pubyI0306HchocthaTKapOOKCHIA3bl H TPAHCKPUTLLUS
KOJIMPYIOLLHX €€ TeHOB rbclS B 3peJibIX reTepolucTax He 06-
HapyxuBatotcst (Madan, Nierzwicki-Bauer, 1993).

B rerepormcTax mpoucXouT peopranuaaniust CucTeMsl (ho-
TOCHHTETHUECKHX MeMOpaH: OHH ()parMeHTHPYIOT, TEPSIIOT Xa-
paKTepHoe /sl BEreTaTHBHBIX K/JIETOK PACMOJIoXKeHHe H 0ObI-
HO Xa0THYHO KOHLIEHTPHUPYIOTCST Y MOJTIOCOB FeTePOLIUCTH MePeS
NoJSPHEIMK TIpoOKaMu. VX ocHOBHOI (hyHKIIHEH CTaHOBUTCS
nbixanue (Valladares et al., 2007). Kakyto-To poJib B peopranu-
3auuu Mem6pan MoxkeT urpath 6esok FraH, nockosbKy B My-
taHte fraH ee He npoucxomut (Merino-Puerto, Mariscal et al.,
2011). MopdoJsiornueckum H3MeHEHHSIM THIAKOWIOB COTyTC-
TBYeT repecTpoiika (POTOCHHTETHIECKOTO arnapara: poTocHc-
tema Il mepecraet gyHKIMOHMPOBATH M 06Pa30BaHKe KHCIOPO-
Jla TIpeKpaliaeTcsi, a aKTHBHOCTb (hoTOCHCTEMBI | coxpaHsteTcsl.
OcHoBHEle cBeToCOOHpatotiye nmurmenTs! II porocucremer —
(hHKOOHTUTIPOTENHBI U COJIEPAKALLIHE HX CTPYKTYpbl — (PHKO-
OUJIMCOMBI B 3HAUNTEJILHON CTeNeHH JIerpaalpyloT, a ypoBeHb
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XJOPOHUIIIA A CHIZKAETCS HE3HAUUTEBHO, TPH STOM MPOUCXO-
JUT yBeJIMIEHHE UHC/1A PeAKLHOHHBIX [IEHTPOB (POTOCHCTEMBI |
(Wolk et al., 1994; Meeks, Elhai, 2002).

Jlnst yeuniennsi cunresa AT® u coznanusi MUKpOaspoOHbIX
YCJIOBHH, HEOOXOAUMBIX /151 (PYHKLIMOHHPOBAHHST HUTPOTEHA-
3bl, B TeTEPOLICTAX PE3KO aKTHBU3UPYeTCst AbIxaHue. J1nist 31o-
O HHYLPYIOTCST FeHbl TepMUHAMBHBIX oKeHaas. Y Anabaena
PCC 7120 nx KoaupyloT TpH Kjactepa reHoB: cox! u coxZ2 xo-
JMPYIOT T10 TPH CyObEMHHLIBI LIHTOXPOM C OKCHAA3BI aa3-THIa,
a Kjactep cox3 KOIUpYyeT TpH CyObeIMHHIIbI aJIbTePHATHBHOM
tepmuHasbHoil okenasel ARTO (Valladares et al., 2003).
B 10 Bpewmst Kak kactep cox! SKCNpeccupyeTcst B BereTaTHs-
HBIX KJIETKAX, KJACTEPbl cOX2 U OX3 IKCMPECCUPYIOTCS B hop-
MHPYIOLIUXCS U 3peJIbIX FeTePOLCTaX, U (PyHKIMOHHPOBaHHE
N0 KpafHel Mepe OIHOTO U3 3THX KJIACTEPOB HEOOXOAUMO /IS
JIMa30TPOGHOr0 pocTa. ¥ IBOHHOTO MyTaHTa cox2 cox3 Hapy-
I11A€TCST PEOPraHN3aLyst THIAKOWIOB, HAaGMOAAeTCs 3aeprKKa
Jerpajainn KapboKCHCOM 1 TIOJTHOCTBIO HCUe3aeT HUTPOreHas-
Hasi aktuBHOCTh (Valladares et al., 2007). Hukaxkux HapyiieHuit
B (DOPMHPOBAHNH TVIMKOJIUITHAHOTO U MOJIHCAXaPHUIAHOTO CI0EB
060JIOUKH Y ITOTO MyTaHTa He HabJIoIaeTCsl.

Mexanusamol MeICKACMOUHO20 MPAHCNOPMA Mema-
OOAUMOB U CUSHAAbHOLX MOACKYA

MHorokJ/ieTouHble HUTH LHaHOOaKTepUi BeyT cebst Kak
€/IMHBIA OpraHu3M, 0OMEHHUBAACh METAOO0JIMTAMU H, BEPOSIT-
HO, CHTHAJIBHBIMH MoJieKyJamH. Kananamu takoro o6meHa
MOXKET CJIy’KMTb HeMpepeIBHOE TepHUIIa3MaTHIecKoe Mpo-
CTPAHCTBO MEKIy OKPYKAIOUMMH KaxKIyl0 KJIeTKy LHUTOI-
JIa3MaTHYECKUMHU MeMOpaHaMH M oOLlel Ui BCeX KJETOK
B HUTH Hapy>KHOH MeMOpPaHOH, a TakKe MHKPOIJIa3MoJec-
Mbl — TPOHHU3LIBAIOLIHE CENTa/bHble TTEPErOPOAKH MOJIbIe
CTPYKTYPbI JTIHHOH 0K0J10 30 HM U IMaMeTpoM D HM, CJlyzKa-
e JJIs1 TPAHCTOpTa HU3KOMOJIEKYJSIPHBIX METaOb0JHMTOB.
HenaBHo onu Obiiv HasBaubl centocomamu (Haselkorn,
1978; Wilk et al., 2011).

DynkimoHanbHas HEMPEPBIBHOCTb MEPHIIA3Mbl  BAOJb
BCEl HUTH OCTaeTcsl 110Ka MpeaMeToM Jauckyccuil. TIpotuso-
peUHBBIe Pe3yJbTaThl ObLIH MOJTyYeHb! B OMbITaX C AU y3Hert
pekomoOuHanTtHoro Geska GFP, skcripeccupyemoro ¢ pao-
TAIOUIUX MPAKTHIECKH UCKJIIOUMTENBHO B FeTePOLUCTaX Mpo-
MoTOpoB. B oanoit padote Obist uenosib3oan P,,q npoMoTop
1 GFP, k N-KoHIly KOTOporo 6bl1 MPUCOEMHEH CUTHATBHBII
MenTH, 00ecrneynBaBlIni TPAHCMIOPT MPABUILHO CBEPHYTO-
ro QyHkuponansHoro Geqka B nepurniaamy TAT-cucremort
TpaHCMeMOPAHHON TPAHCIOKALIMH U MTOCTE/IYIOLHUM OTPE3aHH-
€M CHIHAJIbHOTO MeNTH/a CHrHasIbHOM nenTuaasoi [ (Mariscal
et al., 2007). B 6e3asotHoit cpene GFP cunresnponascs
B [IPO- ¥ TETEPOLUCTAX, IKCIOPTUPOBACS U M PyHIHpPOBaI
110 TIePUTJIa3Me BJI0JIb COCEIHHX KIETOK. 3aMeHa CHTHAIBHOTO
MeNnTHaa ¢ calToM paclieryieHus: nentuaasol 1 na cailt pac-
enviennst nentuaaso 11 mpusoauaa k sasikopusannio GFP
Ha LMTOIIA3MATHUECKOH MeMOpaHe M OTCYTCTBHIO KaKOMi-
6o ero uddysun BrosabL HUTH. B ipyroit padote, rie Gbli
MCMOJIb30BAH  AHAJIOTHYHBIA  9KCIIEPUMEHTANIBHBIA  MTOJIXO/,
OTJIHYABLIHACS JIMIIb UCTIOb30BAHHEM JAPYTHX CHELH(PHIHBIX

JUIsl TeTE€POLIUCT MPOMOTOPOB H BEIGOPOM APYTOl CHIHATBHOM
rnocseioBaTeIbHoCTH yist sKkeropta GFP B nepumnnasmy, 6611
MOJTy4eH MPSAMO NPOTHBOIOJIOXKHBIN Pe3yJbTaT, yKa3blBaBLINH
Ha CYUIECTBOBaHWE TMEpUIJIa3MaTUYECKHUX MEXKKJIECTOYHbBIX
6apbepoB, MPENATCTBYIONIMX CBOOOAHON autdy3ur Makpo-
MOJIeKyYJ BJloJIb (husiameHThl (Zhang et al., 2008). Boamoxk-
HbI€ MPUYKUHDBI CTOJIb KapJMHaJ/JbHbIX OTJINYMH B pegyJibratax
obcyxnatorest B psne cratei (Haselkorn, 2008; Mariscal,
Flores, 2010; Zhang et al., 2008;), onHako najbHelel K-
nepUMeHTaNbHON MPOBEPKH MOKA He MOCIEN0BAIIO.

HepBble JaHHbIC O BEPOSATHDIX 0€eJIKOBbIX KOMITOHEHTaX
MHKpPOIJIA3MOJIECM ObIH MOJyUeHbl TIPH H3yUeHHH (pparmeH-
Tupytox myrautoB Anabaena PCC 7120. MytaHTbl 10 reHy
alr2338, naseannomy fraG, pparmeHTHPYIOT Ha cpejie 6e3 a30-
Ta, He CMOCOOHbBI CHHTE3UPOBATh CHEU(PUIECKHE IS TeTepo-
LMCT TJIMKOJUMUB! U (hrkcnpoBath asoT (Nayar et al., 2007).
[TockosibKy oBepakcrpeccusi efR Ha cpejie ¢ a30TOM TakxkKe
BbI3blBajla (hparMeHTalMIo, He OTCYTCTBHE CBA3aHHOTO a30Ta,
a MHIyKLMs udhepeHIMpPOBKY MPUBOIMIA K (pparMeHTalH .
B npyroit tabopatopuu, Npoo/KUBLLIEH HCC/IEI0BAHUS STOMO
reHa, OH MOJyunJT Ha3BaHue sep/ B COOTBETCTBHH C €ro JioKa-
smsaumeit (Flores et al., 2007). SepJ nokanmsyetesi Ha nostto-
cax K/JETOK B CenTalbHBIX Meperopoaxax. Kpome Toro, c/u-
Toil Gesiok SepJ-GFP BoisiBIsieTcs B BUJE KOJIbIA, CXOIHOTO
C Z-KOoNbLIOM, B LIEHTPe KJIETKH B HauaJle ee iesieHns (Mariscal,
Flores, 2010). SepJ conepxkut N-KoH11EBOH KIyGOK-JIOMEH,
LIeHTPaJIbHBIH JIHHKEPHBIH 1 C-KOHIEBOI NepMeasHsbli 1oMe-
HbI. KaK IoKasaJi IIGJTQLLI/IOHHbIle aHaJiu3, JIMHKEP He sIBJISICTCs
CYILLIECTBEHHBIM, a KTyOOK-0MeH HEOOXOAUM /151 TOKaN3aLHH
Ha TI0JTI0CaX KJIETOK, HOPMAJIBHOTO MEKKJIETOUHOTO TPaHCIOop-
Ta HUBKOMOJICKYJISIPHBIX Cl')JIyOPECLLGHTHbIX WHAUKATOPOB (KaJIb-
euna u 5-CFDA) u nnasorpodun (Mariscal et al., 201 1).

B cente sokanusytores takke 6enku FraC u FraD, Be-
poATHO [LeﬁCTBy}OIJ_ll/le CKOOPIUHUPOBAHHO W BJIUsAIOLIHE
Ha Jokaqusauuio SepJ. Xorsi (opmHpoBaHMEe CenToCOM
He 3aBHUCHT OT SepJ, B ero OTCYTCTBHE PACCTOSTHHE MEKITy
LHHUTOIJIa3MaTHYECKUMHU M€M6paHaMl/l B CeIITe 3HA4YHUTEJIb-
Ho yBesmunBaercs (Wilk et al., 2011). Muaxkruauus fraC
U fraD TakxKe MPUBOMUT K (parMeHTalMi HUTeH. DTH TPH
6eJiKa MOTYT COBMECTHO y4aCcTBOBATH B (POPMUPOBAHHH Cell-
TOCOM, JTHG0 yuacTBOBATh B (POPMHPOBAHHH JIBYX HE3ABHCH-
MBIX KOMILJIEKCOB, OIMH M3 KOTOPBIX BKJIOYACT FraC/FraD,
a nipyroit SepJ (Merino-Puerto, Schwarz et al., 2011).

[Tomumo 3tHX 6eaKOB B  (DOPMUPOBAHMH  CEMTHI
y Anabaena yuacteyer ConR (Mella-Herrera et al., 2011).
MytaHT conR oGpasyeT reTepolucThl ¢ 1e(HEKTHLIMU MOJIIO-
caMM M He criocoGeH pacTH AHa30TPO(HO, BOSMOKHO H3-3a
HapyLIEHHOTO TpaHcnopTa (UKCHPOBAHHOTO a3oTa B Be-
reTaTUBHbIE KJIETKH, MMOCKOJIbKY aKTHBHOCTb HUTPOr€Ha3bl
cHmkaetes b Ha 30 % (Mella-Herrera et al., 2011).
HeoOxonumasi st anasotpocHoro pocra N-aleTHaMy-
pamousi-L-anaunn amupaza HewA (Alr0093) (Zhu et al.,
2001) Hapsity ¢ JpYrUMH THIPOJIAa3aMH KJIE€TOUHOH CTEHKH
MOXKET y4acTBOBATb B 0OPAa30BAHUH B MyPEUHE CEIIThI 10P,
HEOOXOIMMBIX 11 COOPKH CEMTOCOM.
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Konmpoab hopmuposarus nammepra cemepoyucm

HetR siBsisieTcst I1aBHBIM PeryJssiTopoM He TOJILKO I1po-
ecca AM(depeHIHPOBKH TeTEPOLIMCT, HO U (POPMUPOBAHHS
X peryJsispHoro natrepHa. OH HHTErpUpyeT Pas/HUHbIE CHT-
HaJIbl, TIOCTYNAIOILME U3 BHELIHEH CPE/Ibl M OT PYTHX KJIETOK
(Takue, KaK KOHIEHTPaLKsl BHEKJIETOUHBIX HCTOYHHKOB a30-
Ta, BHYTPUKJICTOUYHBIN a30THO-YIVIEPOHBIFA OaJlaHC U CTa/IH
KJIETOUHOTO UKJIA COCEIHHX KJIETOK) M ONpefeJsieT, Koraa
¥ Kakue KJIEeTKH HauHyT auddepeHnpoBky. MHakTuaus
hetR 60knpyeT camyio paHHIOO cTaauio AuddepeHualiim,
a OBEPIKCIIPECCHS MPUBOUT K KOHCTHUTYTMBHOMY 00paso-
BaHHIO aHOMaJTbHO GodiblIOro uncesa rereporuct (Buikema,
Haselkorn, 2001). Myrauus R223W (Khudyakov, Golden,
2004) nenaer HetR HeuyBCTBUTEIbHBIM K OCHOBHBIM Hera-
TUBHbIM peryastopam PatS u HetN. palS, xonupyrouimii
neGoJibioi nosunentus (Yoon, Golden, 1998), u hetN, ko-
nupytotinii keroauusapenykrasy (Black, Wolk, 1994 ), B myJib-
THKOIMUAX MHTHOUPYIOT TH(hEPEeHIMPOBKY W HEOOXOAUMbI
st hopMupoBanus (patS) u nomiepxauus (hetN) peryasip-
HOTO MartTepHa rerepouuct. MHaktuBauus patS npuBoauT
K abeppaHTHOMY TMaTTepHy H 00PA30BAHHIO MHOXKECTBEH-
HbIX npuieratolux rerepouuct (Pat Mch denorumn) (Yoon,
Golden, 1998). [leneuusi hetN He U3MeHsieT MepBOHAYA/b-
HOTO MaTTepHa, HO Bbi3biBaeT Mch heHOTHIT MPH MoCETyI0-
umx uukaax mddepentuannn (Callahan, Buikema, 2001).
OnHoBpeMeHHas MHAKTHBALMS 3THX T'€HOB BeleT K -
(hepeHLMalMK Beex KiaeTok M rubenn uuredt (Borthakur et
al., 2005). PatS conep:kut HeoOXOMUMBIH /11 AKTHBHOCTH
C-konuenoit nentanentun RGSGR, kotoperii unrnéupy-
et JIHK-cBsizbiBatouyto akruHocth HetR (Huang et al.,
2004). N- u C-koHuieBble yuactkn HetN moryT 6biTh 1esieTh-
pOBaHbI 6€3 MOTEPH PETYAATOPHON (DYHKIIMH, a LIeHTpasbHAs
yacthb Takke cofeput RGSGR MoTHB, He0OXOMUMbIH 1151
noanep:kanusi narrepra (Higa et al., 2012). B dpopmuposa-
HUM MaTTepHA MPUHUMAIOT yUyacTHe U Ipyrue reHbl. MyTaius
patA NpUBOUT K POPMHUPOBAHHUIO FETEPOLIMCT MOUTH UCKJIIO-
unTeJIbHO Ha KoHLax Huteil (Liang et al., 1992). Mnakrusauus
patU3 BbizbiBaeT Mch heHOTHI y IUKOTO THIIA, a Y MyTaHTa
ApatA BoccranaBmuBaeT o6pa3oBaHHe HHTEPKAISIPHBIX re-
tepouuct (Zhang et al., 2007 ). MHakTHBalusi KOAUPYIOIIETO
MeMOpaHHbI# OesloK reHa palN NpUBOAUT K TPEXKPaTHOMY
YBEJIMUEHHIO YACTOTbI T€TEPOLUCT W YCUJIEHUIO TPAHCKPHIT-
unu patA (Risser et al., 2012), uto ykasbiBaeT Ha poJib PatN
B MoJy/1sitind ypoBHs PatA. B npucyrcrBun PatN cHixaercs
KOMITETEHTHOCTb BETeTATHBHBIX KJIETOK MHUIIMMPOBATh AU (D-
(hepeHIIMPOBKY, a MOCKOJIbKY cauToi 6enok PatN-GFP pac-
npejiesisieTcss HepaBHOMEPHO MEXITy JIOUEPHHUMH KJeTKaMH
TpHU JIeJIEHHH, UX ILIAHChI TPEBPATUTHCS B TETEPOLIUCTY OYIyT
nepaBHbeiME (Risser et al., 2012). Kakyio-To posb B hopmu-
POBaHWM MATTEPHA MOXKET UTpaTh U asrl734, npucyTcTBy-
IOLIMH TOJILKO Y FeTepOLUCTHBIX LMaHoOakTepuil. Ero skc-
npeccus JJOKaIU3yeTes B PO- U reTePOIMCTax, HHAKTHBALIUS
MPUBOJIUT K JIBYKPATHOMY YBEJIMUEHHIO YACTOThI TETEPOLIUCT
u cmabomy Mch denoruny, a cBepxskenpecchs: 6JOKHPYyeT
g depenmporky (Wu et al., 2007).

ANDODOEPEHLIMPOBKA AKWHET

AxuHeTsl (0T rpevecKoro akinetos, HeMmoABHKHBIE ) — 3TO
CMELHATU3UPOBAHHBIC TIOKOSILMECS KJIETKU LIMAHOOAKTEpHI,
CrocoGHbIe K MPOPACTaHIO B G1arOTNPUATHBIX YCJIOBUSAX. AKH-
HETbl YCTOHYHBBI K 00€3BOXKUBAHHUIO U K HU3KOH, HO HE K M0-
BbILLIEHHOH TeMIepaType, 4To MO3BOJISET UM HE TOJILKO Mepe-
JKUBATb XOJIOJHBIE W 3aCYIIIUBbIE CE30HbI, HO K MHOTHE TO/Ibl
COXPaHATb YKU3HECMOCOOHOCTb B IKCTPEMAJIbHBIX YCJIOBHSIX.
B 10HHBIX OT/I02KEHHSIX 03€p CMTOCOOHOCTL AKHHET K ITpopacTa-
HUIO coxpaHsieTcst GoJiee cta Jiet (Wood et al., 2009). K dop-
MHPOBAHHIO aKUHET CMTOCOGHBI TOJILKO HUTYATbIE M€ TEPOLIUCT-
Hble uaHoOakTepuu ua noacekuii [V u V (Castenholz, 2001).
AKMHETBI JIETKO OTJIMYUTD OT BEreTATHBHBIX KJIETOK 110 HX yBe-
JIMYEHHBIM pa3MepaMm, yTOJIIEHHON KJIeTOYHOH CTeHKe, J0-
MOJIHUTEJILHOH MHOTOCJIONHOH 000JI0YKEe U MHOTOUHCJICHHBIM
rpaHy/aM lHaHoHLIMHa, 6/1aroaapsi KOTOPbIM LUTOM/Ia3Ma
BBINISAUT 3epHucToi (Jensen, Clark, 1969). [Tomumo uaxo-
(bULMHA aKKMHETBI AKKYMYJIHPYIOT TJIMKOT€H, JIHMTHIbI K Kapo-
THHOMJEBI, a TIosgocdate ucuesaiot (Castenholz, 2001).

B sKcrnepuMeHTaIbHBIX YCJIOBHAX (POPMUPOBAHHE aKHHET
HabJ1I0laeTCsl B CTAPEIOLINX HeaspUpyeMbIX, SHEPreTHIECKH
JIMMUTHPOBAHHBIX KYJbTypaX, MpH CJa00i OCBELIEHHOCTH
1 nipu necpunrre pocdopa (Adams, Duggan, 1999). B spe-
JIbIX TIOKOSIILIMXCS AKHHETAX COXPaHAeTCs HU3KHUE YPOBEHb
MeTab0MMUECKOH AKTHBHOCTH, ACTEKTHPYEMbId M0 BKJIIO-
UEHHI0 METKH B O€JIKH W JIHTIH/bI, MOMJIOIIEHHIO KHCJI0PO-
Jla B TeMHOTe W Bbiiesienuio Ha cety (Thiel, Wolk, 1983).
B mporecce nuddpepeHIHPOBKY aKHHET M3 BEreTaTHBHBIX
kietok comepxkanune JJHK B Hux Bo3dpacraer B cpenHem
¢ 8 reHOMHbIX 9kBUBaseHTOB 10 119, T.e. B 15 pa3 (Sukenik
et al., 2012). D10, 0UeBUIHO, HEOOXOAUMO TIPU TIpOpacTa-
HHM, KOTOPOE HHIYLMPYETCs TOBbIIEHHEM OCBEIIEHHOCTH
1 paz0aB/JeHUEM CYCMIEH3HH B CBEXKEH Cpeie M COMPOBOXK-
JlaeTcs JIOKAJbHBIM JIM3UCOM JIMOO pacTBOPEHUEM BCelt 060-
JIOUKH U BBIXOZIOM KOPOTKOit HuTH (Meeks et al., 2002).

[lepBbIM 11arOM B reHETHYECKHX HCCIET0BAHUAX (DOPMH-
poBaHHUsT aKMHET OblI0 0O6HAPyKeHHe MapKepHOTo reHa avak
(oprosiora  all4050), 3Kkcnpeccupyrolierocs TMpakTHIECKH
UcKMounTe IbHO B akuHetax A. cylindrica ATCC29414 u ko-
Jupytolero Geslok ¢ HeusBecTHOH (yHKuuel (Zhou, Wolk,
2002). CnemytouuM 1arom craja paspaboTka MOJebHOM
CHCTEMBI, TTO3BOJISIIOLIEH TPUMEHHTh BeCh apceHaJl y2ke orpo-
GOBAHHBIX B HCCJIEIOBAHUSIX T€TEPOLUCT METOIOB. bblIo 06-
Hapy»KeHO, UTo Ucrnosb3oBaHue 2w/ mytanta N. punctiforme
ATCC 29133 no3BoJisieT MoJyuuTh JIEFKO KOHTPOJHPYEMYIO
CHHXPOHHYIO HHAYKLHIO A1hdepeHInpoBKH aknuHeT (Argueta,
Summers, 2005). zwf Komupyer Tt0K030-6-docdat nerua-
poreHasy, HauajbHblil (DEPMEHT OKHCJHTEJBHOTO TMEHT030-
tocatHoro nyTu. [1pu nHKyGallu B TeMHOTE B IPUCYTCTBHH
(bpyKTO3BI MyTAHT TpeKpaLIa POCT U MOJHOCTHIO AU hepeH-
LIMPOBAJI B OJIOOHbBIE aKHHETAM KJIETKH, B TO BPEMSI KAK MCXO/1-
HBIH MKW THTT TIEPEKJTI0UAJICs Ha reTepoTpotHbIi pocT. JInd-
(hepeHIIMPOBKA MMEHHO aKMHET MOATBEpIKAAIACh OKPACKOM
000JI0UKH CeLUPUIECKUMH JIJIS AKUHET KPACUTE/SIMH, YCTOH -
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UMBOCTBIO K OXJIA2K/IEHHIO, BBICYIIMBAHUIO H JIN30LMY, 8 TAKIKE
Pe3KHUM yCHIeHHeM SKCIpeccH MapkepHoro rena avak. C ne-
MOJIb30BAHHEM 3TOH MOJIEIBLHON CHCTEMBI METOJIOM OOpPATHOH
tpanckpunuuu-IILIP B peansnom Bpemenn ObLH HIEHTH(H-
LMPOBAHBI TPH HOBBIX FeHa, SKCIIPECCHPYIOIIHNXCS B AKHHETAX:
aMUHoOMNenTHaasbl (aapN), LMHK-3aBUCUMON MeTalIonpoTea-
3bl (hap)u ABC-tpancnioprepa (aet ). dxenpeccus hap ycuin-
BaJlach Takxke B U(depeHIHpyIoINX ropMoronusix (Argueta
et al., 2006). Bosiee TmaTebHBIA aHAMN3 SKCITPECCHH TEHOB
metopom JIHK-mukposppeit BoisiBra 497 renos, auddepet-
1MabHO Kenpeccupylolmxest B akunerax (Campbell et al.,
2007). IonaBnsiemasi ppakipsi Oblia oboraiieHa reHaMH Oc-
HOBHOTO MeTab0J/IM3Ma, UTO COTJIACYeTCs C MePeXoioM B MOKO-
stytocst ctaauio. B inddepeHmpoBKe akMHET, M0-BUAHMOMY,
y4acTByeT OTHOCHTEJBHO HeGOJIbIIOe KOJHUECTBO aianTHB-
HbIx 6e1KoB (11 %), 4To MOXKeT 06/1erunTL aHAIM3 X (YHK-
LMOHA/ILHOH POJIH B PAa3BUTHU. YCHJIMBAETCS TPAHCKPHIILUSA
MapKepHoro rena avak, a taxke patA n hetl, ropasno myutie
udydeHHbIx y Anabaena sp. PCC 7120 u cunraBiinxcs crelm-
(DMUHBIMH /151 TETEPOLUCT, 1 HECKOIBKHX TPAHCKPHITIIMOHHBIX
(haKkTOpOB, B TOM UHCJIE BEPOSITHO CHELU(DHIHOTO JIs1 aKH-
HeT curma-akropa rpynnbl 2. Cpeiy NoAaBISBIIMXCH TEHOB
HY?KHO 0CO00 OTMETHTb /1efR, OTHAKO B 11€7I0M NepPeKPbIBAHKE
CO CrMelU(UUHBIMU /151 TeTEPOLUCT TeHaMH ObIO He3HauH-
tesibHbIM (Campbell et al., 2007).

ANDODOEPEHLIVIPOBKA TOPMOIOHWEB

Topmoronuu npejacTansiioT co6oi crelrann3npoBaHHble
KOPOTKHE HelnddepeHIIpOBaHHbIE HEpACTYIIHe (hUIaMeH-
Tbl, 06pagylolnecs B pesyssrate (hparMeHTalln POAUTE N b-
CKHX BEreTaTHBHBIX TPUXOMOB Yy Pa3HOOOPA3HBIX HUTUATBIX
nnano6akrepuil. dparmMeHTanyss TPUXOMOB TPOUCKOIUT
B MECTaX COEIMHEHHS FeTEPOLIUCT C BereTaTHBHBIMU K/IeTKa-
mu (Meeks et al., 2002) sm6o B peay/brare JM3uca OTAENbHbBIX
KJeTOK, HasbiBaeMmblx Hekpuausmu (Castenholz, 2001).
KneTk#n B ropMOroHHsix OOBIYHO OTJIMHYAIOTCS TI0 (hopMme
M MeJbue BEreTaTHBHHIX KJETOK. [OpMOrOHMH SIBJSIOT-
Csl BpEMEHHOH HepacTyllell CTaauell B KH3HEHHOM LHKJIE,
10 3aBepIIeHNH KOTOPOH OHH OTSITh PEeBPAIIAIOTCS B Bere-
tatuBHble HUTH (Tandeau de Marsac, 1994). [opmoronun
He 00pasyloT reTepOLHCT U HeCTIOCOOHBI K a3po0GHOH (HK-
cauun azora. Mx yHKIus — pacrnpocrpaHeHne 1 KOJOHH-
3alMsl HOBBIX HUILL. DTOM LeJH CTyKUT 1 06pa3oBaHue razo-
BBIX BE3HKYJ, 06€CMeunBaoINX TOPMOTOHHSIM MJIABYUECTh
(Tandeau de Marsac, 1994; Damerval et al., 1987).

XoTsl (pyHKIHMEH rOpMOTrOHHEB SIBJISIETCS PACIPOCTpa-
HeHHe, MapafoKCalbHO, 4YTO MX 00pPA30BaHHE SIBJSETCS
OTBETOM He Ha YXy/lIeHHe, a Ha yJydllleHHe YCJIOBHH OK-
pyxatouteit cpeabl (Adams, 1997); kpome Toro, oHo CTH-
MyJHUpyeTcsl (pakTOpaMH PacTHTENBHOTO TPOUCXOXKACHHS
(cm. Hke). Emie oqnum BaxKHBIM peryssiTopoM auddepen-
LUPOBKH FTOPMOTOHHEB SIBJISIETCS OCBEILIEHHE: KPACHBIH CBET
(640—650 HM) ee CTUMYJIUPYET, a 3eJIeHbIH CBET HHTHOUPY -
et (Robinson, Miller, 1970; Damerval et al., 1991)

I depennpoBka ropMoroHueB HaYHHAETCS C OHO-
ro-/IByX PayHJI0B OBLICTPOTO W CHMHXPOHHOTO JICJICHHUS KJle-
TOK, pasoOblieHHoro ¢ pocrom M penaukauuei JJHK, uro
[IPUBOAUT K YMEHBLICHHIO pa3MepoB (IHaMeTp yMeHbLla-
eTcsl B 2—3 pasa) W Macchl KJIETOK U TJIOMIHOCTH reHoMa
(Herdman, Rippka, 1988; Tandeau de Marsac, 1994). [1pu
9TOM HabJo1aeTcs 001ee CHUXKEHHE YPOBHSI CHHTE3a IUT-
MEHTOB U MakKpOMOJIEKYJI IPHU YCUJIEHHH CUHTE3a HEKOTOPbIX
crietupuyeckux 6enkon (Damerval et al., 1991).

O6bl‘{HO FOPMOTOHHU SABJISIIOTCS eﬂHHCTBeHHOﬁ MOABHXK -
HOH cTajuer 6aarofapst CrocoOHOCTH K CKOJIL3SLLEMY JIBHKE -
HHIO T10 TBEPJOH MOBEPXHOCTH, /151 YETO, T10-BUAUMOMY, HE00-
xomuMel i [V tuna (Duggan et al., 2007). BereratusHsie
knetku N. punctiforme Juiiensl nusiei, Ho B ipouecce adde-
PEHUHUPOBKHA TOPMOTOHHUEB UX TTIOBEPXHOCTD [MOKPLIBAECTCS MHO-
FOYUCJIEHHBIMH MEPUTPUXHUAJIBHO PACTIOJNO2KEHHBIMH HUTSIMH,
cxozHbiMu ¢ uasimu [V trna. VX poJib B MOABHXKHOCTH M KOJIO-
HU3ALMK XO351€B B MPOLIECCE YCTAHOBIEHUS CUMOM03a, a TAKXKe
CBOFICTBA OMMCAHHBIX pil MyTAaHTOB MOAPOGHO PACCMOTPEHbI
B HeslaBHeM o63ope (Adams, Duggan, 2008). Ipyrum mexa-
HHU3MOM, CMTOCOOHBIM 00€CTIEUUTD MOABHKHOCTb TOPMOTOHHUSAM,
SIBJISIETCS HaATpaBJeHHAs CeKpels MOJMCAXapHIHOH CJIU3H
(Hoiczyk,Baumeister, 1998). HenaBHo Oblinonucatbi My TaH T
N. punctiforme B xnacrepe reHoB, 0003HaUeHHOM che2, yT-
paTuBlIKe TOJABUKHOCTb FOPMOTOHUEB W CEKPELHIO MoJnca-
xapunoB (Risser, Meeks, 2012). Benku 13 sToro kiacrepa
JIOKAJM30BAIMCh B BHJE KOJEll Ha MOJIOCAX KJIETOK OKOJIO
CeMNThI, IJIe PacroJozKEeHbl TaK Ha3dblBaeMbl€ COCIUHUTEJ/IbHbIC
MOPbI, Yepe3 KOTOPbIE MPOUCXOIUT CEKPELIUs MONUCAXapUAHOH
cmsu. B mytanTe che2 He HHIYyLHMPYETCs SKCIIPECCHs Moca-
XapUIHOTO JIOKYCa, COAEPKAIEr0 MHOTOUUC/IEHHbIE TeHbI TJIH-
KosuaTpaHcdepas u Ipyrue reHbl, KOTopble MOTYT KOTHPOBATD
KOMITOHEHTBI COCAMHHUTEJIbHBIX TI0P. ILEJTQLU/II/I B 9TOM JIOKyCE
TaKxKe MPUBOJIUJIM K TTOTEPE TOABUKHOCTU U CEKPELIUHN TTOJIH -
caxapuios (Risser, Meeks, 2012).

LUMAHOBAKTEPUN B CUMBUOTUHECKNX
ACCoUNALUNEX

[HuanoOakTepun 00pas3yloT CHMOHOTHYECKHE accolua-
MK ¢ rpubaMu (JMIIAHHUKKA U OJIM3KHH K TJIOMEPOMHIIETaM
Geosiphon  pyriformis), »KUBOTHBbIMM (JMHO(JIATEIATDI,
ryOKH, aclMIMH), HU3ILUMH (JIMaTOMOBbIE BOJOPOC/H) H Bbl-
CLIUMH pacTeHUsIMU (TaJ/UIOMHbIe MXH KaaccoB Anthocerotae
u Hepaticae, BonsiHble nanopoTHUKHU pona Azolla, ronocemen-
Hole nopsinka Cycadales (CaroBHUKH) U MOKPLITOCEMEHHbIE
pona Gunnera) (Raven, 2002). [Llnano6akrepun o6ecreunBa-
I0T 3YKapHOTHUECKUM MapTHEPaM COCOGHOCTb K POCTY U pas-
BUTHIO B YCJIOBHUSIX Ie(PUIIMNTA CBA3aHHOTO a30Ta. B cumMOHOTH-
HECKUX accolralusax OHU HE HWHAYLUHUPYIOT MOp(bOﬂOFHHEKHX
M3MeHeHHH B HH(HULMPYeMbIX opraHax. B pasHeix cum6rosax
C paCcTeHUsIMA I/IH(i)I/ILLI/IpOBaTbCﬂ MOKET TaJlJIOM, JIMCT, KOPEHb
nn crebeib Xo3siHa. Kaxbiii n3 ciMO61030B (3a HCKJTIOUEHH -
em Azolla spp.) BOCTTPOM3BOIUTCS B MOKOJICHUSIX pacTeHus de
novo, N He UMeeT cTporofl crermduunoctu. Mnduumposars
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OJIHOTO XO35IMHA MOTYT HECKOJIBKO PasHBIX IITAMMOB LHAHO-
GaKTepHil, KOTopble 0ObIUHO 06/1a1al0T HHAEKIIMOHHOCTHIO
B OTHOILIEHHH TAKCOHOMHMYECKH Pa3JIMYHBbIX pacTeHHil. Bak-
HYIO POJib B MpOLIECCe YCTAHOBEHHST CHMOHOTHUECKHX acco-
LMALHi HrpaloT MPOyLHpYeMble PACTHTENbHBIMH MapTHEPAMH
XUMHUYeCKHe COeIHHEHHs], CMTOCOOHBIE KaK CTHMYJIHPOBATh, TAK
¥ MHrH6HpoBaTh aucdepenupnanmio ropmoronnes (Cohen,
Meeks, 1997), a Taxoke ObITb (haKTOPAMH HX MONOKHTETBEHOTO
¥ oTpuLaTenbHOro Takcuca. JuddepeHnpoBKa MoABHKHbIX
TOPMOTOHHEB U CTOCOGHOCTD K MOJIO?KUTETBHOMY XeMOTAKCHCY
SIBASIIOTCST HEOOXOAMMBIMH YCJIOBHSIMU KosloHu3auu. O6 sTom
CBHJIETEJIBCTBYET CMOCOOHOCTh 06/IAAAIONIHX MOMOKHTEb-
HBIM (hOTOTAKCHCOM FOPMOTOHHEB MHUTPHPOBATh B TPOTHBOMIO-
JIOXKHOM OT HCTOYHHKA CBETa HAMpaBJeHHH MPH KOJOHH3ALNH
Gunnera (Johansson, Bergman, 1992), a Takxke apyrue sKc-
nepuMeHTasbHble fanHble (Knight, Adams, 1996).

B cuMOHOTHYECKHX accoLMalusaX LUHaHOOAKTePHH MOTYT
nepek/ouaThest ¢ (HOTOaBTOTPOPHOrO pocTa Ha (POTO- WJH
XeMOTreTepoTPO(HIO, YCHINBATE a30T(HKCHPYIOLLYI0 aKTHB-
HOCTb H 9KCKPETHPOBATh MPOYKThl a30T(HUKCALMH, U3MEHSITh
MOP(OJIOTHIO U CTPATETHI0 KAETOUHOH Au(depeHIIHPOBKH.
[Tpoucxomut 3ameyienne Tpex (PU3NOJIOTHUECKHX Mpolec-
co — pocra u accumuasiuun CO, u NH,*, n yBenuuenne
4aCTOThI FeTepOLUCT M ycunenue dukcauuu N,. Pasiudnbie
SKCIepUMEeHTaJIbHbIE JaHHble CBH/IETEJIbCTBYIOT, UTO B CHMOH -
oTHYeCKHUX accouuauuax Nosfoc coxpaHsieT HU3KHH ypoBeHb
(hOTOCHHTETHIECKOH aKTHBHOCTH, a BBICOKAST AKTHBHOCTb HUT-
poreHasbl MOJZIEP;KUBAETCS 32 CUET MPOAYKTOB (DOTOCHHTE3a
xo3suHa (Meeks, Elhai, 2002). Crieundunueckasi akTHBHOCTb
HutporeHasbl y Nostoc B pa3HbIX CHMOHOTHYECKHX aCCOLIMa-
LHUsIX B 3—5 pas Bblllle, UeM B CBOOOIHOKUBYIIHX KYJETypaXx,
a KOJIMYECTBO BOCCTaHOBJIEHHOro M3 N, H 3KCKPeTHpOBaH-
noro NH,* nocruraer 40—90 %, 4TO MOKET ObITh CB3aHO
(JacTMUHO M He BO BCEX aCCOLMALHSIX) C HHFMOHPOBAHHEM
raotamuHcenHTerasbl (Meeks, Elhai, 2002).

CraBiuit MofesibibiM 1itamMmm N, punctiforme ATCC
29133 66171 BBIIEIEH H3 CHMOMOTHIECKOI aCCOLMALINH C CATOB-
nukoM Macrozamia sp.(Rippka, Herdman, 1992). Baia6opa-
TOPHBIX YCJIOBHSIX MOJKHO PEKOHCTPYHPOBATh €T0 BHEKIETOU-
HYI0O CUMOHOTHUECKYIO accolatuio ¢ Anthoceros punctatus
¥ BHYTpUKJIETOUHYIO ¢ Gunnera spp. (Meeks, 1998). Co6c-
TBEHHO FeHeTHUeCKHX IaHHBIX M0 MeXaHU3MaM CHMOHOTHYEeC-
KOT'0 B3aUMOJIeHICTBHSI [TOKA OUeHb MaJj10. MyTaHT 3TOro 1ITam-
Ma T0 OHOMY H3 KJIIOUEBBIX PETYISITOPHBIX FeHOB 1fcA, XOTS
1 06pasyeT ropMOroHHH, He crocoGeH MHPHUIUPOBATh X0351-
MHa. DTOT fedeKT He MoKeT ObITh 06yciosaeH Fix~ deno-
THUTIOM MyTaHTa, MOCKOJbKY Apyrue Fix™ MyTaHThl coXpaHsioT
MH(EKIHOHHOCTb, YTO FTOBOPHT O TOM, 4TO poJib NtcA He or-
panuunBaetcst azotHoll peryasiuenn (Wong, Meeks, 2002).
WuaxruBauus sigfl, rena oiHoro u3 curMa-(akTopoB Ipyrnbl
2, B 11eCTb pa3 MoBbIIaeT 3(h(PeKTHBHOCTb MEPBUUHOH KOJIO-
HU3aLuK Xo3siuHa Anthoceros, XoTst 1 He MPUBOAUT K MOBHI-
ILIEHHIO YACTOThI IU((epeHIIHPOBKH TOPMOTOHHEB HJTH YIUTH-
HeHHIo ux noxsmkHol cramuu (Campbell et al., 1998). sigH
He KCIIPecCHpyeTcsl B 0OBIUHBIX WM CTPECCOBBIX YCIOBHSIX

1 Ha cpelle 6e3 a3oTa, HO akTUBUpyeTcst Mexky 1,5 1 6 ua-
camu nocJsie 106aBNeHUsT B CPely MHAYLHPYIOLIEro pakropa
X03s1MHA. [eHbI, TPAHCKPUILIMIO KOTOPLIX peryJjupyer sigf,
He M3BECTHbI, OJIHAKO OHH SIBHO YUACTBYIOT B MOJIYJISILIMK MH-
texunonnoro npotecca (Campbell et al., 1998). Myrauus
B reHe ArmA B JIOKyce, BEPOSITHO CBSI3aHHOM C KaTaboJIu3-
MOM TVIIOKyPOHOBOH M TaJIaKTYPOHOBOW KHCJIOT, TaKXKe MpH-
BOMUT K 8—10-KkpaTHOMY MOBBILIEHHIO HH(EKIIHOHHOCTH
1 2—3-KpaTHOMY YBeJHUYEHHIO 4aCTOThl AU(hepeHIINPOBKH
ropmoronues (Cohen, Meeks, 1997). HecmoTpsi Ha cxocTBO
(heHOTHIOB, MexaHU3Mbl AeHCcTBUS ArmA u sigH paznuinbl,
MOCKOJIbKY peHOTHT irmA myTanTa He oOyc/ioBieH SigH-3a-
BUCHMO# TpaHcKpunimel arm jokyca (Meeks et al., 2002).

B otsnnune ot apyrux cumM6H030B 1lHaHOOAKTepHi ¢ pac-
TEHHSIMH, BHEKJIETOUHBIH 3HHocuMOu03 Nostoc azollae
0708 ¢ BomsHbiM nanopoTHUKOM Azolla microphylla sB-
asietcst HenpepbiBHBIM (Ran et al., 2010). ITotepsiBiias
CNoCOOHOCTb K aBTOHOMHOMY POCTY LIHAHOOAKTEpHsI HacIe-
JlyeTCsl BePTHKAJIbHO B TeHepalusiX pacTeHus JiMOo MmyTem
tbparmenTaluu GOKOBBIX MOOETOB X035IMHA, JTHOO MOJOBLIM
MyTeM BHYTPH Meracrnopokaprnos. B nocientem ciyuae uactsb
HaHOGAKTEPHAIbHON MOMYJALNH, XKUBYLIEH 3SHI0(UTHO
B JIUCTbAX Azolla, ciy»KAT HHOKYJIOMOM JJIi HOBBIX TeHe-
pauui pacrenusi. [TosoBo# myTh 0OCHOBAH Ha CrOCOGHOCTH
IHI0CUMOHOHTA MPOJYLIHPOBAThL MOJBHXKHbBIE TOPMOTOHHH,
KOTOpBIe MPOHUKAIOT B CMOPOKApIT uepe3 y3kyio rnopy. [Tocse
MPOHUKHOBEHHUS TOPMOTOHUH JIM((DEPEHIUPYIOT B aKHHETDI
1 HAXOJIATCS B COCTOSIHUH MOKOS JI0 TPOpACTaHHUsi CIIopoKap-
na (Zheng et al., 2009). KosBostoiiusi napTHepoB B 3Tok ac-
coluanuu ayuiaach okosio 140 man siet (Ran et al., 2010).

[To/IHOCTBIO CeKBEeHMPOBAHHLI 'eHOM 3TOH LHaHoGaKTe-
PHH COCTOUT U3 OJIHOH XPOMOCOMBI M IBYX MJIa3MHUL. XpOMOCOMa
coniepxkut Gosiee 600 HHCEPLMOHHBIX MOCIEI0BATEILHOCTEH,
13 5357 Mpe/icKazaHHbIX KOIUPYIOLIMX MOCIe0BAaTEIbHOCTEN
TOJILKO 3 668 IBISAIOTCST HHTAKTHBIMH, a OCTAJIbHBIE SIBJISTIOTCS
nceporeHamu. HecMoTpst Ha yTepio MHOTHX BayKHBIX (DYHKIIHI
LIMAHOOHOHT CMOCOOEH K MEIJIEHHOMY POCTY H JICJICHHIO U MOJT-
HOCTBIO COXPAHHJ CMIOCOOHOCTB K AU (epeHIIPOBKe Crieliy-
AJIM3UPOBAHHBIX KJIETOK — TETEPOLIMCT, aKHHET M TOPMOro-
HHEeB. DTO MepBbIi ¢lydai 0OHAPYKEHHS eTpaallid TeHoMa
y (heHOTUIMHYECKH CJIOXKHOH IHIOCUMOMOTHUIECKOH 1TMaHOOAK-
TEPHH U OJIMH U3 HEMHOTHX PUMEPOB PEYKTUBHOMH IBOJIIOLIUH
reHOMA Yy BHEKJIETOUHBIX SHIO0CHMOHOHTOB.

OnHUM M3 CcaMbIX HEOXKHJIAHHBIX Pe3yJ/IbTaToB MaciiTal-
HOTO MPUMEHEHHs COBPEMEHHbIX METOJIOB MapaJIeJIbHOTO TTH-
POCEKBEHHPOBAHUS JII1 UCCIIE/IOBAHUA OMOLIEHO30B B Mpobax
MOPCKOH BOJbI CTajla PEKOHCTPYKLMSI reHOMa IIMPOKO pac-
MPOCTPAHEHHON HEKYJIETUBHPYEMOi OIHOKJIETOUHOM a30T(HK-
cupytotiieit ano6akrepun (UCYN-A). B Hem oTcyTeTBYIOT
reHbl ()epPMEHTOB MHOTHX METa00JIMUECKHX MyTel, B TOM UUCIIe
1nkJIoB KasibBHHA, TPUKAPOOHOBBIX KHCJIOT M BbIIEJSIONIEN
KHesopon dorocucremsl 1. Pasamep storo penyupposanHoro
retoma Bcero 1,44 M6, u 6s1arogapst pUCyTCTBHIO MHHBEPTHPO-
BaHHbLIX [I0BTOPOB 01epoHoB pubocomanbHoi PHK ctpykrypHO
OH CXOJIeH C FeHOMaMH MHOTHX XJIoporiactoB. OTCyTCTBHE TTy-
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Tel OGMOCHHTE3a HEeCKOJIbKUX aMUHOKHUCIIOT U Hypl/IHOB YKa3bl-
BaJIo, UTO TA Lll/laHO6aKTepl/lﬂ JI0J/I2KHA HAXOIUTHCA B I"II/ILU,QBOﬁ
3aBUCUMOCTH M CYyUIECTBOBATH B TECHON accoluraltmu Ui CumM-
6uoze ¢ ipyrumu opranuamamiu (Bothe et al., 2010; Tripp et al.,
2010; Zehret al., 2008). CoBcem HeABHO yIa/IOCh BbISICHUTD,
yto UCYN-A HaxomuTcst B CAMOMOTHUECKOH aCCOLMALMH C Of-
HOKJIETOUHOH MPUMHe3Ho(puToBo# Bofopocsio (Thompson et
al., 2012). Takxum 06pa3om, TEXHOJNOTHUECKHH TIPOPBIB B 06-
JIACTU TE€HOMHOI'O CeKBeHl/lpOBaHI/Iﬂ ﬂpI/IHOCI/IT YAMBUTEJIbHBIE
HOBbIE JIAHHbIE, CYILIIECTBEHHO PACIIMPSIIOIIAE U YIIyO/sIOIIHe
Haluu HpeﬂCTaBJ’leHI/IH (¢} ﬂpOI/ICXO)K[LeHI/II/I 151 BepOﬂTHle yranax
IBOJIIOLIMH XJIOPOIJIACTOB.

Pa6ora nognepxxana rpantom POOU 10-04-01177-a.
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DEVELOPMENTAL GENETICS AND SYMBIOTIC
POTENTIAL OF CYANOBACTERIA

Khudyakov 1. Y.

% SUMMARY: Many cyanobacteria can differentiate specialized
cells — heterocysts that fix nitrogen aerobically, akinetes able to
survive under unfavorable conditions, and hormogonia providing a
means of dispersal. Of great importance for evolution of the biosphere
was the ability of cyanobacteria to establish symbioses with eukaryotic
organisms that was a prerequisite for the emergence of chloroplasts.
This review describes the genes and regulatory systems that control
differentiation of specialized cells and the ability of cyanobacteria to
establish symbiotic associations with a variety of hosts.
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