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HEROTOPBIE ACIEKTBI
MOJIERY/IAPHOM TEHETUKUA IIMAHOBAKTEPHUN *

O630p nocssuyer MOACKYAAPHOU 2eHeTuke Yuanobaxrepud. CyMMuposans. OanHsie o cucre-
MAX 2CHOTUMECKO20 OOMEHG IHOOEHHOLY NAQSMUGUX, MOGUALHLLY ZEHETUHECKUX 3AeMENTAX,
cneyudiudecKux IHOORYKACQIAX, NepecTPOlKax 2eHOMA, KAOHUPYIOUUX BEKTOPAX U KAONU-
DOBANIUL 2CHOS.

IluanoGakrepun, uny ciie-3eieHbie BOAOPOCIU,— CAHHCTBEHHbIE POKapH-
OTBI, CHOCOOHBIE K OKCHICHHOMY (OTOCHHTE3Y M0 THRY BHICIUHX pacTeHui.

* Ipeacrasiaena uneHom peakonterun B. A, KopawoMom.
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Ha ocsoBaunu umeomuxcd JaHHHX IO OPraHH3alMH reHOMa H CTPOEHHIO>
KJEeTKH MX OTHOCAT K FpaMM-OTpHLaTedbHbIM OakrepuaM. OT 3eJeHBIX H
NypPNYyPHEIX (POTOCHHTE3HPYIOWHX OaKTepuil LUHAUOGAKTEPHH OTJIHYAKTCH
HaJau4yHeM BTOpPO# QoTocHcTeMBl, B KOTOPOH NPOHCXOAHT (POTOOKHCIEHHE
BOJABI, Pe3yJbTaTOM Uero SIBAACTCHA BbIAEJEHHE MOJEKYJdAPHOro KHCJAOPOILd.
Kpome Toro, cpean nux uMeiotes (opmbl, crnocolukie K rerepotpoduomy
U dororeteporpodHomMy pocry, GHUKCALUH MOJEKYJSIPHOTO a3oTa (mo BKJIa-
Ay B OGHOTeHHYIO a30T(PHUKCALHIO HA KYJAbTHBHDYCMbBIX 3EMJAX OHH YCTyIa-
10T, pa3sBe 41O, KiaybeubkoBbIM GaxktepusiM) [1], xpomaTuyecko# aparra-
UMH H Juddepenuyanun kiaerox. Meraboanueckue NYTH acCHUMHJISILHA
HEOPTAHHYECKOTO asoTa y LHaHOoOakTcpHuii OUeHb CXOAHEI C TAKOBBIMH Y
BBICIIMX pacreHdil., MHorHe uuaHo6aKTepHUH cHocobHBI GulcTpo  pacrH. K
HHM MOTYT ObITL NIPHMEHEHBl MeTOAbl MCCleJOBaHHs, paspaboTaHHble WIS
XOPOILIO H3YUEHHBIX TeTepoTpPOoPHBIX GakTepHH. Yjauuoe coueralide npo-
KapHOTHYECKO!l OpraHH3aliii TeHOMa H OTHOCHTEIbHOH MNpOCTOTHl padoThl
C HMMH A€J2KT LHAHOOGAKTEpHU HJeajbHBIM MOJAENBHBIM OOBLEKTOM AJA
H3YUeHHs MNPOIECCOB, NMPOTEKAMIIMX KaK B INPOKAPDHOTHYECKHX Opralus-
MaxX, TaK H B BLICIIMX pacTeHusax. BMmecTte ¢ TeM HuaunobaKTepUU SBJSIIOTCH
BHIPOAIIBIMH B 3IePreTHYecKOM OTHOIIeHHM mnpoxyuestaMu [l] # MoryTt
OnlTh HCNOAb30BAIBE KAK 3KOJOTHUECKH uHCThle yjobpenns [2, 3].

B cBf3M ¢ H3/J0XKEHHBIM BblIUE HHTEHCHBHO Pa3BHBAITCA HCCJACAOBANHUA
B 00J4CTH MOJICKYJNSIPHOH TeHETHKH 3TOH rPYINbLl OPraHU3MOB,

B nacrosimeit paboTe pesaercd NMonbiTKa 0GOOIINTL CBeZeHHS, Kacaw-
IIHeCst HeKOTOPBIX AdCIEKTOB MOJEKY/ASPHOH TeHeTHKH uHaiobakrepnil.

Ilnasmunel unano6axrepuii. Bnepssle 3KCTpaxpoMocoMablible KOBaneH-
THO 3aMKHYThle KoJbuerble Moaekyas JHK (K3K OIHK) 6pnu obuapyxe-
HEl AsaTo u ['HHO3a B oaHokaerounoin uuaHoGakrepuu Synechococcus
PCC6301 [4]. K HacrosnleMy BpeMeHH 1ld OPUCYTCTBHE MJIa3MUJA CKPHUIIH-
pPOBaHbl MHOTHEe LUTAMMEI OJHOKJETOUHHIX M HUTUATHIX LUHAaHOOAKTepHH, OT-
HOCSILIHECS K [JaBHBIM TaKCOHOMHYecKHM moarpynnam [5—13]. Doaee mno-
JIOBHHBI M3 HHUX COAEPXaT OT OAHON /0 BOCBMH I1a3MHI pasdMepoMm oT 1,4
po npubausuteapEo 1000 T. n. H. (DaHHBIE 3JEKTPOHHON MHKPOCKONHH H
aqekTpodopernyeckoi noaBrkHocTH) [11, 14]. MurepecHo, uto KosHuecTBO
oOHapYKEHHBIX MJIa3MHI M 1a)e caMm (PakT HX oOHapyKeHHs B LITaMMmax
UHaHOOAKTEPHit CHJAbHO 3aBHCAT OT MeTOZa BblAeJCHHA. Tak, JBa LITaMMa
Synechocystis sp. PCC6711 u Nostoc sp. PCC8009, B KOTOPHIX, O AALHBIM
[5], maa3mMua He 0Ka3aJoch, GBIJIH BHOBb MOJBEPTHYTHE CKPUHHHTY C HCHOJb-
30BAHUEM HeCKOJbKO H3MEHEHHOro MeTOoAad Buipeneuus maasmumguoi IHK
[15]. U BBIACHMJOCH, YTO 3TH LITAMMBEl COAEPIKAT HECKOJBKO MJIA3IMHI.

3ac/ayKMBAeT yIOMHH2HHA TOT (aKT, UTO MO MeHblluell Mepe ueThpe
6nauskux mramma Synechococcus sp. PCC6311, 6908, 7942 u 7943 pasiuu-
1I0TO FeorpagUUecKoro NPOUCXOXKACHHSA, HO CXOJHBIX MODP(OJOrHYecKH U IO
konuuectsy G — C-nap B JHK xpomocomer [8, 9, 16], cofepxar ase naas-
MHIBL ¢ MOJCKyJspHOK Mmaccoél 5,3-10° n 33-10% uMeloilne oaHlAKOBLIE
pa3sMep U KapTHHY pacluensennss pectpuxkraszamu [17—19]. Bosaee Ttoro,
TaKue Ke 1Aa3Muabl Obin oOHapyxkeHsl B Cyanobium PCCE707, kotopuiil
uMeer B xpoMmocoMe Ha 13 moa. % G — C-nap Gonbiue. AHaloruuHee pe-
3yABTATHl NOJAyYeHEL B [B], rae cpasHHBanuch 0e3reTepoIMCTILIC IHAHO-
6akrepun Phormidium luridum 426 u Plectonema boryanum 485, 581, 594
H 542. Bce nsATb WITAMMOB COAEpKaJH 1O ABe masMuibl pasmepoM 1,6 u
12,9 1. n. H. [lpuHuMas BO BHUMaHHe 3TH JIAHHBIE H TO, YTO HEKOTOpHIE
naasMujbl LHanobakTepuil cnocofHbl PENIHILHPOBATBLCS HE TOALKO B APYroM
LITAMME TOTO e POAA, HO JlaXe B LMaHoOakTepusx Apyroro poga {20, 21],
MOXHO NPEANOJOXKHTD HAJHUHE MEXBHOBOrO HJH Aa)Ke MeXpOoLOBOro Ie-
peHoca MexJay ITaMMaMH IMaHOOAKTepHH B NPHPOZE.

KonuuecTtso konuii pasiHYHBIX THIOB IVIA3MHA MEHAETCA B 3aBHCH-
MOCTH OT MeTabOJdHYECKOro COCTOsIIMH KJAeTKH HnanobakTepHH. Brao o6-
Hapy>K€HO, YTO KOMHAHOCTb MaJblX I1a3MHJ B KJAETKAX, HAaXOAAUIUXCA B
9KCIIOHEHIIHANbHOH (paze pocTa, HHXKE, ueM B KJeTKaX, HaXOIAILIHXCA B.
cranuouapuoil gase {7, 15]. OgHako 10 CHX NOP HHYEro He H3BECTHO O Me-
XaHU3Me PpelHKanuu I[Ja3MHA [HaHOGaKTepUi H O KOHTPOJe KONHHHOC-
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TH Ha MOJEKYJISADHOM YpOBHE, XOTA H OblIH KJIOHHPOBaHB (YyUKUHOHAND-
Hble YUaCTKH Hauaja penauxauuu [21—23].

Muoro ¢GyHKUHH NeITaIHCh CBA34TL ¢ laJHuHeM ITa3MHI B KJeTKax
LHaHOGaKTepUA: YCTORUMBOCTL K BBICOKHM KOHUEHITpPALMAM CONEH WK HO-
HaMm TAxesaBX Mcraanos [18], ofpasoBaHue rasoBblx Bakyosel [24], cHH-
Tes Tokcunos {18, 25—27], cuHTes PepMeHTOB PECTPHUKILHH-MOAHPHKALKH
[28, 29] u cmocoBnocte kKaetok k AskxKennio [30], oanako Ao cux mop
HC OOJIYUeHO NMPSIMBIX A0Ka3aTeNMbCTB 3THX NMPEANOJ0XKeHHUH.

HceneloBaB MHOXKECTBO LUTAMMOB HHTUATBIX LHanobakrepuit, CHMOH
[31] we cmor cesizath yrepio K3K IHK ¢ nossiaenteM meraGoJduecKHX
JeheKTOB, CTPYKTYPHBIX MOAUMHKAUHA uau crnocobsocrteio K auddepen-
unanud, Amasornyno 1aGII0AalNoch, YTO CHNOHTAHLAS YTeps MaJsblX IMI&3-
MHA B OAHOKACTOWIBIX imTammax Synechococcus PCCB301 u 73109 [5,
18] u Synechocystis PCC6803 {301 MOXKCT MPOXOAMTb, He BLISHIBas HHKa-
KHX ABHBIX (eHoTHIHYecKHnX H3aMcHenuil. C apyroél cTtopoiibl, HHTEpecHbIe
pesysbTatnl noJdydenn LBafe ¢ coanT. [26]. OHu NpoBepuJIn Ha HAJIHUHC
naasMmuz aeBsAtb mrammos Microcystis aeruginosa, natTh H3 KOTOPLIX NPO-
AYLUHpOBANH TOKCHIBL K3 HATH TOKCHUNBIX LITaMMOB JHIIL OJHI OKasall-
cst OeclIa3MHJIIBIM, OCTaflblble COLEpPIKaJd He MeHee ABYX MJIa3MHI.
TMMaasvuast pMAI u pMA2 tokcuunoro wramva HUBS-2-4 Gukin HMenostin-
30Bailbl B KaueCTBe 30HA0B JJIS MONHCKA YYAaCTKOB TOMOJIOTHH Y 1IMTaA3MHUHJ
Heede0BalHLIX wWravmoB. [lokasano, uto naasmiabl pMAI u pMA2 s
BEICOKOH CTelleHH TOMOJIOTHYHBI MJasMUAAM JAPYroro TOKCHYHOTO WITAMMa
HUBQ063, oanako OHM He THOPHAMU30BAJUCL C IJIa3MHUAAMH TOKCHUYHBIX
mrammon M. aeruginosa PCC7820 u 7813, x0oTst HMeNH YUaCTKH T'OMOJIOTHH
¢ xpomocomHoll JIHK 3Tux mrTaMMoB. ABTOpPHI mpeAnosaraior, UTO pesylb-
TaThl, HOJy4deHuble BakepHs ¢ coasr. [27], Kotopble OTMErHAH COXpaneiiue
TOKCHYHIOCTH y WITaMMOB M. aeruginosa, W3JCUCHHBIX TPH NOMOLIH HOBO-
GHOUMHA OT TJa3MHA, MOTYT ObiTh OODACHCHBI HHTErpallHeil OOCJAEIHHX B
xpomocomy. TakuM o6pasoM, oOHapyxKeHa 3SHAuUnTeJbliasi KOppeJslus
TOKCHUIOCTH mTaMMoB M. aeruginosa ¢ npuCyTCTBHEM B HHX IJIA3MHA HJAH
HaJH4yHeM NOCAeAOBATENHHOCTEN, MOMOJOrHUHBIX NJAa3MHAAM B XPOMOCOME.

Boropaa ¢ coasr. [32], ocHoBhiBasich Ha ganHbx JHK-PHK ru6pu-
Ansauuy, coobuiuay, uto nnaamuia pFDA us Calothrix PCC7601 comep-
JHUT TeHbI, SKCIPCCCHS KOTODBIX MHHHHUPVETCs 3eNlelibiM CBeToM, a XaiiBart
¢ coaBT. [33] OTMeTHJH, UTO He COAcpXKaluMi naasMuasl pUH24-wtamm
Synechococcus R2 umeeT B TPH pas3a MEHbIUYIO TPaHCHOPMHPYEMOCTD, UeM
JMKHH THTL.

B 3ak.otuciide BBIIICH3JAOXKEHHOTO MOXKIO CKa3aTh, YTO, XOTH TJ1a3-
MHAB! IIHDOKO pacnpocTpaHeHbl cpeld LHAHOOaKTepuUfl M HEKOTOPhHIe H3
HHX XOPOIUO 0XAPaKTCPH30BAHBI, BCE OHHU SIBJSIHOTCS KPHUITHUECKHMH B TOM
CMBICJIE, YTO KOAHPpyeMBle HMH (YHKLHH H, CJIeJOBATCJALHO, HX (PH3HOJIO-
rHYecKasl posb OCTaIOTCs! HeH3BCCTHLIMH. OTKPBITHE CBS2aHHBIX C NJ1Aa3MH-
AaMU TeHCTHYECKHX MAapKePOB MOIKeT ChIIPaTh OrPOMHYK POJb B pas3BH-
THH MOJICKYJADHO-TEHETUUYECKHX HCCJAeJ0BaHHA, B OCOOEHHOCTH AJSI KOH-
CTPYHPOBAHHA KJOUHPYIOLIHX BEKTOPOB H B NMOHHMaHUH MCXaHH3MOB Te-
HETHYEeCKOro mepeHoca,

TaGnuna 1
Pacnpocrpanenue npodyuentos pecTpuktas cpedu yuarobaxteputs
Restriction enzymes producents distribution among cyanobacteria
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Cneuuduueckue sHaoHykneadst u moauduxkanus JHK. Hecmorps Ha
OTCYTCTBHCE cooblieHus 06 OoOHapyKeHHH B HUaHOOakTepusx ¢hepMeHTOB
pectpukuyy I u I Tumos, MHOTHC WTaMMBl OLIIH NPOBEPEHELl 1A COMEPIKa-
Hue crnenHduyeckHx 3HAOHyKJAea3 II tuma. Okasanoch, yTo LHaHOOaKTe-
puH, oTHocsimuecs K 10 pasnnunbiM poram (raba. 1), copcpxar oT OAHOH
A0 MATH pasyiudlibix crmenuduyeckux sujgonyknaeas II tuna (pecTpuxras)
[34]. HexoTopsle Hnz oO6HapyXeHHBIX (epMEHTOB Y2Ke HCIOAL3YIOTCS B
FeHIIOUHKeHePHBIX paforax. Kak u B Apyrux rpymnax GakTepHil, H30UIH-
somepbl ((hepMeHTH, y3HAIOUIHEe OLHY H Ty 2Ke IIOCJe[0BaTesJbHOCTh HYK-
AeoTHA0B) OblIM OOHapys:KeHbl JaXe B HEPOJACTBEHHBIX BHAAX, UTO YKa3hl-
BaeT Ha TO, YTO OHU HEe MOTYT CJAYIKHTb TaKCOHOMHUCCKHM NpH3HakoM [35].
Hz mupokoit pacmpocrpaneniocTd HEKOTOPHIX H30ITHIOMepPoB (Hanpumep,
Aval v Avall) Moxio ¢jlenaTs BHBOA 00 uX oblevV 3BOJIOIHOHHOM OPOHC-
xoxacHud. [lpy 3Tov TeHBl 3THX CHCTeM PECTPHKIHH — MOLH(PHKALMH MOT-
JH OBITe NPHOOGPETCHHE PA3HLIMH TAKCOHOMHUECKMMH TPYNIAMH OYTCM roO-
PH30OHTAAbLHOIQO Mnepenoca mnazMuA uau undeknxaun unasogparom. o cux
nop, OLHAKO, He OBIJa YCTAHOBJEHA KOPPENSUS MeXILYy COLepXKaHHEM
MJa3MHuil B WITaMMax HMaHOGAKTCPHl, UYBCTBHTCJALHOCTLIO K ¢araM H co-
AeprKaHHEM B ITUX SHAOHYKJAECA3 peCTpl’IKILPIH.

Xposmocomuast JJHK pasnauuHbiXx HHTYHATBIX M OJ(HOKJETOUHBIX LMalO0-
GakTepHil OKasbIBaeTcs YCTOHUHBOR K pacHIelIEeHHI0 MHOTHMH DPECTPHKTA-
3aMH B 3HAUHTENbHO GoablUEH CTENeHH, YeM CJAeAYEeT OKUAATh HCXOAA U3
colcpxanust B HHUX (epmentor pectpuxkuuu II tuna [36—39]. Tlo-Buan-
MOMY, B KJCTKaX HHAHOOAKTEpUH MOTYT NPHCYTCTBOBATH MCTHJA3LI, aHa-
Jornunsie dam u dem  wmerwnasam  Escherichia coli [39], ueoGbrunble
ocrrosanys, otaHuyHble oT meA u meC [37], uiu OTCYTCTBOBAThH NMOJHOCTHIO
MM YacTHYHO CHCeUnpHUYCCKHe MOCAel0BATENBHOCTH B TexoMe [36].

ITonbITKa BBLISACHHTB, KAKOH H3 MEXaHH3MOB 3aIHHTH XPOMOCOMIOH
JAHK ot ¢epmento pecTpHkuuH aefictByer B Kjaerkax Anabaena sp.
PCC7120, P. boryanum PCC73110 u Synechococcus cedrorum R2, Guna
npeanpuuaTa B pabote [39]. ABTopH 0GHApYKHJAHM JOBOJLHO BBICOKHI
yposeub conepxaund NO6-meA u 5-meC B reHoMe 3THX OpPraHH3MOB, NMpPH-
ueM 5-METHJALHMTO3MHA BO BCEX TpeX OPraHH3Max 0Kasajnoch O0Jblle, yeM
HeoBX0,1HMO AN MCTHJAHPOBaHHS Bcex dcm-moclienoBarensHoctedt. Hampo-
TuR, N®-verunasenuna B renome Anabaena sp. PCC7120 oxasanoch MCHbL-
we HeoOXOZUMOro JUIsi TOJIHOTO METHJHMPOBauHUs Bcex dam-yanaBaeMBIX
nocJaej0BaTeJbHOCTEH HCX0As H3 CJAYyUaHHOTO HX pacnpeflejcHuda. Ha oc-
HoBaHKM xapakrepa pacuenaenus renomunott JHK Anabaena sp. PCC7120
usownzomepamu Saudl, Mbol w Dpnl nenaercs BBIBOA O TOM, YTO TOJBKO
1/4 dam (GATC) nocrnenoBaTCALHOCTEH B 5TOM OPTaHH3Me MeTHJIHpOBa-
HBl MOMIIOCTLIO, OCTadbHEbe 3/4 e 10MeTHJAHPOBAHH.

B pasHeix popax wuruathix nuanoGaxrtepu#t — Gloeotrichia, Nosioc u
Pleclonema — xak cojepiKall¥uX pas/HUIHbBIE THIB SHIOHYKJea3 PecTpHK-
LMK, TaK U He HMeImHX uX Bosce (nanpumep, Nostoc PCC73102) nabiio-
JaeTcs OdYellL CXOAHad KapTHHA HHTeHCHMBHON MoaHduxamuu OHK [37].
Hanporus, B natu OANOKJIETOYNBIX BHAAX HabaoIanuch, GoJblive Bapua-
IMH B uyBCTBUTCABHOCTH renomuoll JJHK k pacuwensenuio gaHHBIM Ha6o-
poM pecTphkras. C HCNOJNL30BAHHEM H30LIH30MEPOB OBLIIO YCTAHOBJEHO,
yto ycroumeocTh JHK Kk pacuensenuio moxer OBTh Kak pe3yJbTaTOM
KOHTPOJHPYCMEIX XO3SIHHOM CHCTE€M peCTPUKLUHH — MOAMbHKALNH, TaK H
oBycaosausarbess Hajduynem dam-merunasw tHna E. coli [40].

ITpumepsl BO3IMOZKHBIX CHCTE€M PECTPHKIHH — MOAM(HUKALKH, 1eACTBY-
lownx in vivo, 6uan onucanst Aas Anabaena PCC7937 [41] u Synecho-
coccus PCC6301 [42, 43]). Uuanodar NI, Bopamennnit Ha Anabaena
PCC7120, obpasyer Gasimkyu ua rasone Anabaena PCC7937 ¢ ouenn HH3-
KO# 3 (pekTHBIIOCTLIO, TOTAa KaK ero NOTOMCTBO, BbiXKHBILee Ha Anabaena
PCC7937, umeer Gojiee BHICOKYIO 3GdCKTHBHOCTh 6/siluk006pasoBanus Ha
9TOM ke CaMOM luraMme. AHaJIOrRYRBle pasjaHuua B s¢dpeKTHBHOCTH Gasll-
KooGpasosanus y uuanodara AN22 ua wrammax Anabaena u Nostoc Ha-
6nwaanrch, B pabore [44]. DTo MOXKeT CAYKHUTb CBHAETENLCTBOM TOTO, UTO
JIHK unanodara, uzbexapuwast pectpukuuu B Anabaena PCC7937 [41]
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@nu B APYCHXx WTaMMmax [44], MoXeT GBITh MOAM(QHUUHPOBAHA XO3SIHCKH-
mu rjetkamu. C Apyroi CTODOHBI, BHUIOJHEeLHBC 3€Kepe in vilro sKCne-
puMmenTH na Synechococcus PCC6301, nokasbiBawoT, "TO 3HIOHYKAea3a,
CHITE3WPYIOILAsCs B KJIETKAX 3TOr0 OpraHHaMa Mocde HHMEKIUHH IHAHO-
parom ASI, moxer paspymars JHK Synechococcus PCC6301. HMndpuun-
pywizas JHK ycroiiunea k pacmennenuio. Boace toro, IHK uuauodara
O0Ka32/1aCh HE3alHIIeHHOH INocke KJOHHPORAHHA B ILUIA3MUIAHOM BEKTOpE
v pasmnoxenus B E. coli. Io-sunumomy, B Synechococcus PCCE301 uH-
AYLUPVETCH CHCTEMA PeCTPHKUMH — MOAM(UKALNHH AJs CEJeKTHBHOH Ae-
rpaganny xozgfickoii JIHK. CooTeercTsylomuii npouecc MoAnduKauyy oc-
TAETCS HEH3BCCTHBIM.

Boa ownitten MoaubuuHpyroomuii depment M. Nsp MACI ua Nosloc
PCC8009. dror mTaMM CcOACpKHT (epment pectpuruuu R. Nsp MACI,
wsomuzomep Bglll |45]. Tounwuii cafit Moanduxkaunn M. Nsp MAC! mo-
Ka ue ycraHosged. MirepecHo, oanaxo, uto Bglll pacmerniaser JHK, mo-
anduunposannyw M. Nsp MACI, B to Bpemst kKak R. Nsp MACI ue cno-
co6:1a pacwlenuth 31y ke camyio AHK. 210 cBHiereasCcTBYeT 0 TOM, UTQ
caitTol voauduxkanau M. Bglil u M. Nsp MACI paznuuun [45]. Moau-
GuuupyIomKii PepMenNT MOXKeT TaKKe CylrecTBoBaTL B Synechococcus
PCC7942 u MoaudUUNPOBATh ULHTPAJbHBIH OCTATOK ajleHHHa B NOCAEIO-
BatessHocTH GATC. Ojuiako mocJaefoBaTeNbIOCTh HYKACOTHIOB, Y3HaBae-
Mast PepPMEHTOM PeCTpHKUNH, O6HapyKeHIbiM B 5TOM wtamme (Anil), no-
Ka ue onpeicaeHa, Kak He o0HapyXeH H CCOTBETCTBYIONIMHA MOAM(HILH-
pylouuil pepvent [46].

Mo6u/abHble reHeTHYecKHe 3JeMeHThl nuaHobGaxtepui. O MOOGHUIBHBIX
renetuyeckux asgemedtax (MI'3) unamobakTepHit IO CHX OOpP H3RECTHO
oueHb Mano. CncremMaTHYeCKHR NOHCK H3BCCTHHIX OakTepHadabHBIX 1S-sie-
MEHTOD B lITAMMax LHaHOOaxkTepu#, NMO-BHAHMOMY, HE NPOBOIHMJICS, XOTSI
coolieHusl 0 NAJHYHH FOMOJOIMUHBIX JIOCAEJOBATeALHOCTeH Kak B pas-
HBIX NJa3MHAaxX OAHOrO HlTavva, TaKk H B IMIa3MHAAX Pa3iHYHOIO pasMe-
[2, BLIAEJCHHBIX I3 Pa3tLIX HCTOUHKKOB [B, 6, 18], HATANKUBAIOT Ha MEICJAbL
0 ToM, uTo Raanyue MI'D B repome nmanobakTepHii MOXeT oKaszaTLCA Ta-
KM zKe OOBbIYIIBIM SIRTEHHEM, KaK H B APYTHX DPO- M 3YKAPHOTHUECKHX
OpraHu3Max.

Ham ussectnnl ABa cooflieHHs 0 OPHCYTCTBHH KJaaccHueckux MI'2 B
wrayvvax unadHo6aktepuii. IlepBoe oTHocures x 1983 rony, xoraa jge Map-
cax 1 coaBT. [16] npu awanuse nnasmuy Calothrix sp. PCC7601 ¢ ucnosb-
30BaHMeM O/HOTO H TOro e crnocofa BBLAGNEUHS! H3 BOCBMH CYOKYJbTYD
KJeTOK, BhpalrenuplX npy GesoM cBeTe, HAOJINANH JBe DasjUyHble Kap-
THHBl «A» (ceMb cy6KyJbTYp) H «B» (omHa cy6kyabTypa), KOTOpHC pa3-
JHUYAIUCh IO UCThIpEM IJIa3MHAHBIM TNOJOC2M. DTH BapHAUMH He OBLIH
CBSI3aHbl HH C OJ\HUM SIBHHIM (DEUOTHNHYECKHUM H3MEHEHHEM, OJHAKO MNOJY-
YeHHEIe pC3y/JAbTAaThl BMECTe C NPelBAPHTRNbHBLIMH AAHHBIMH O TOM, UTO Y
Calothrix sp. PCC7601 cnoHTaHuble MHTMEHTHBHIE MYTALMH BO3HHKAIOT ¢
HEOKHIAHHO RBICOKOH uacTtoToi (103—10"%), npuBenu x BHIBOLY O BO3-
MOXKHOCTH cymecTBoBanusi MI'D B 3ToM WITavme, B nalibHellIeM NIPH K3Y-
YEHHM CIOHTAIHBIX TMHCMEHTHBIX MYTaHTOB Oblio 0BHApyMKeHO, YTO B Tpex
H3 HHX MyTalMH OBLAH BH3Balbl Hucepuusamu ¢parmentos JHK. B oasom
ciayuze BUEADHBLIIMACA (parMenT HMen aauHy l,1 1. M. n., B ABYX Apy-
THX — 1,4 T. n. H. W 0OKasajacsg TUNUYHBIM OakrepHajibHHM [S-3JemenTtom
C HHBEPTHPOBAIHBIMH NOBTODAMH AJIHHON 25 H. m. DTOT »JAeMEHT HOAYUHJI
Hazsanue [S-701, Ou Boi3pizaer AYIVIHKAHMIO 4 1. II. B calite-MHUIIEHH H
HMECT OTKDBITYIO PaMKV CUHTHIBAHHA JauHo# 1 1. m. H. [Ipeackazannas
AMHIIOKHCHOTHAS NOCJACAOBATEIBHOCTE 3TOH OTKPBHITOH DaMKH TOMOJIOMHY-
na C-KOBLEBBEIM 1OCAEA0BATEIbHOCTAM TPAHCN03a3 DPa3JHYHBIX GaKTepH-
anbi'lx M apxefaxktepualbypmx IS-ssnementoB. B rexmome Calothrix sp.
PCC7601 mpucyrersylor okoqo 30 konuit 1S-701 [47].

Bropoe coolumenune otHOcHTesi x 1988 r., korna Maupsit u coaBT. npu
CEKBeHHUDOBAHHH OMNOr0 K3 KOHLOB KJOHHposasHoro ¢parmenrta JIHK
Chlorogloeopsis [ritschii, conepXaliero rexbl GOJBIIOK H MAaJOH CY6LEIU-
i pubynezoaupocdarkapbokcunassl, oGHAPYKHAU, yTo u3 210 cexBenH-
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PORAHHBEIX HYKJeoTHA0B 169 (42—210) TOYHO COOTBETCTBOBAJH MEPBHM
169 nykneoruaam (1—169) mocaepopatenvHoctd 1S2 [48]. Hpucyrcreue
noJaHopasmepHoro 1S2 Oblio MOATBep:KA€BO PECTPHKIHOHHBIM KapTHpOBa-
HHeM. DBior-rubpuausanus jxokasana npucytctsHe IS2 B xpomocome C,
fritschii.

Ilosenenne nifD-saeMenta B IPeHOMe BEreTaTHBHHIX KJETOK TIe€TEpO-
IMCTHBIX HHTYATHX HHaHoOakTepull NpH NepeHoce HX B cpeny, JHLICHHYIO
HCTOYHHKA CBSI3aHHOTO 430Ta, OUYeHb HAMOMHHAeT 3KCIH3HIO JIK30IE€HHOTO
¢dara (cM. HEXe).

Taxum o6pazom, uuanobakTepHH, NMO-BUANMOMY, He IBJSIIOTCS HCKJIO-
YeHHEM B HAapCTBe NPOKApPHOT B I1aHe Haluuus p resome MID. Hecmor-
ps Ha 1IeLOCTATOUHYIO H3YUEHHOCTH LHMaHoOaKTepHalnbHBIX MI'D, ouu yxe
ceftuac MoOryr ObITh HCHOJB30BAHBL 1J11 KOHCTPYHDOBAHHS KHCKYCCTBEHHBIX
TPa2HCIO30HOB, KOTOpLle NOTEHUHANbHO ABJIAIOTCS KaK MOIUHBIM CPEACTBOM
NOJIYYeHHS] MAapKHPOBAHHHIX MYTAHTOB H KJOHHPOBAHHS COOTBETCTBYIOHIMX
PEHOB JUKOTQ THNA, TAK H HANEXHBIM HHCTPYMEHTOM M3yUeHHsi TPaHCHO-
3HLUH CnelHPHUeCKHX HHaHoGaKTepHaAbHbX MI'D.

lenerMyeckuit nepeHoc y uuaHoGakTepHMH. Yclex reHeTHueckoro aHa-
nM3a nHaHoGakTepHi B 3HAYUTENbHOH Mepe€ 3aBHCHT OT BO3MOXKHOCTH
BBeJIeHHA B KJETKH H3Y4YaeMoro IITaMMa 4yXepoAHOro  I'elieTHHecKoro
MarepuaJa.

M3 Tpex cmoco6oB NepeHoca reHeTHuecKoi unudopmanuu y OGakTepHi:
TpanchopMauny, KOHBLIOTAUHE H TPAaHCAYKLUHH Ans LKHaHOBAKTEpHH AOCTO-
BCPIO OUMCAlbl BOKA TOJBKO TpaHCHOPMaLUUS ¥ MePEHOC BEKTOPHHIX IJA3-
MHJ{ IIPH NOMONIH KOWBIOTATHBHBIX MiasMun E. coli. Tlpucyrcreyiowune Bo
MHOTHX IITaMvax UKAuoBaKTepHH CHCTeMBl PECTPHKIMH—MOAU(UKALHHE OC-
JOXKHSOT 004 5TH BHAa l'eHeTHUecKoro mepeHoca. Pa3spaboTaHe TpH oc-
HOBHEIX crnocofa NpeoodaeHHs! O 00HBIX 3aTpy AHEeH Hil:

TaGuuwa 2
Tpancpopsmupyensie yuanodaxrepuu
Transformable cyanobacteria

TpaHchOpMaUBT rc- §
Homuol JAHK 2 2
= R g
E R =
# A - =3 =
HanobaxTepus ﬁi E E % . §§ g E
50 | 53 = 2 | 2| § e
5o ] = o) 5 5
oo | 5| E5 B B | S| EE 5| B
S 2 | 85 | E2S| £ | £ | g% | 53 g
5 < | Z§ @22 6% | HE | £E |62 5
Synechococcus sp.
Anacystis nidulans 602 7943 — ? + + — - - (49]
Anacysiis nidulans
TX20 (UTEX625,
UTEX1550) 6301 27144 55 + + 4 —_ - [55—57]
Anacystis nidulans R2 7942 — 55 + + ~— + — [65]
Agmenellum quadrupli-
catum PR-6 7002 27264 49 4+ @+ - 4+ 4+ 58]
Agmenellum quadrupli-
catum BG-1 73109 29404 49 + + - — + [62]
Synechocystis sp.

Aphanocapsa sp. 6714 27178 47 + — + — 4 [54]
Gleocapsa alpicola 6308 27150 35 — — + - = [62]
Aphanocapsa sp. 6803 27184 47 -+ + - + -+ 159}
Eucapsis sp. 6306 27266 47 + + —_ — + [62]

* PCC — [acTepoBckast kouveknHd KyabTyp;, ** ATCC — AMepukanckasi KOJMEKUGHUE THIO-
BBIX KyJAbTYp. | — oprauu3M TpaHC(HOPMHPYeETCH Oe3 HCKYCCTBeHHOH o6pafoTku ZAsS co-
3ZAHHA COCTOSHHS KOMIIETEHTHOCTH, Kak, Hanpumep, oBpaborka CaCly; 2 — omucana Tpanc-
dopmauusi, abconoTHO YYBCTBHTEAbHAA K pobGasasdemoit ussne JHKase; 3 — onuacana
Tpancopmaisa cmechio JAHK u PHK, uacTuuno uyBcTBHTENbHast K R06aBasemoil H3BHe
JHKase; 4 — tpanchopMaius niasMHAAMH, CHOCOOHLIMA K ABTOHOMHOHA DEIJMKEIMK B PeC-
IHIHEHTHO KJeTKe; 5 ~- OPraHH3M MOXKEeT HCIOJB30BATh OANO MM 60Jce YrJICPOARBIX COEC-
AUHEHHH B KayeCTBE HMCTOYHHKA 3JIEKTPOHOB B OTCYTCTBHE (YHKLHH (oTocHcTeMnl Il
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1) cesekTHBHOe YAaJleHHe H3 MNOCJEIOBATEJbHOCTH BeKTOpa CaHTOB
y3uaBalka (epMenTa(0B) pPECTPHKIHH, CHHTE3UPYEMOro (blX) peLHNHEeHT-
HOM KJIeTKOH;

2) BHpallMBankc BeKTOPHHIX IiasMmui Ha mrtamme E. coli, cmocob-
HOM MOJAU(pUUHPOBATb YUACTKH Y3laBaHUS 3TUX (PEPMEHTOB;

3) KOHCTPYMPOBAaHK€ W HCNOJAbL30BaHHe B paloTe WITaMMOB UHaHOGaK-
TepHil, Jle(peKTHEIX 110 CHCTEME PECTPHKUHH,

Tpanchopmauusa. Tpanchopmanusa y UHANOOaKTCPHE Oniaa BrepBble
omucana HlecrakoBuiv u Xved [49] ans Synechococcus PCC7943 (A. ni-
dulans 602). BriocnescTBUE GuuiH 06lapysKeHbl euie 11eCKOALKo TpaHcdop-
MHpYeMBIX LIT2MMOB HHaHoOakrtepuit (Taba. 2). Bce ouu mpHlaA/IexaT K
poaaw Synechococcus u Synechocyslis H SBASIOTCA OJHOKAETOUIBIMH LIH-
aHOGaKTepUSIMH CO CpeAHUM MoJasipubiM npouentoMm G-4C-nap (47—55 %).
EanncTBeNybIM HCKJIOUYEHHeM spJasercs Gleocapsa alpicola, koTopas uMe-
er 35 moa. % G-C [50, 51]. DToT wramMMm npHMedaTeseH, KpoMe TOTO,
TeM, YTO He MOXeT ObiTh TpaHchopmuposan Gez obpaborku CaCly [52].
Brpouem, uyscrBureanibiii x JHKaze reneruueckuit obmcn, nabaopae-
Mblil B CMeIlaHHBX KyabTypax Nosfoc muscorum [53], nurtuatofi asor-
GuKcHpYOWEH LUMaHOOAKTEPHH, BO3MOX(HO, 3aCTaBHT IlIepeCMOTPeTh Cje-
JaHHOe Bhillle 3akJ/ioueHHe. XOTsl CTporce ONpejiesieHHe ONOCPEROBAHIION
HOHK rpaucdhopmanru obycaosiusaer abCOMIOTHYI0 UYBCTBHTEAbLOCTH
nponecca K aoGasnennto JHKa3sb, Heckoanko cucteM TpalcopMaunuyu LH-
aHoGaKTepHi lle yaoBJeTnopser 310oMy KpHrepuio, O6paborka [IHKasoi
npeuaparos HIIK, ucnoab3yemoll 1as reHOMHOH TpaHchopmauuu Aphano-
capsa 6714, cunxacr sdpdexTrBroCTs Opouecca ToabKo Ha 70 %, a B npe-
naparax JHK o6uapyxusaerca PHK [54]. B pafore, nocBsimenHoH
Tpaucthopmaunu G. alpicola (Synechocystis PCC6308), TakXe ucnojb3o-
paan npenapatel JHK, cozepmxaniue PHK. O6paGoTrka 3THX npenaparoB
xak JIHKazo#, Tax ¥ PHKazoit cuuxkana sddextrBrOCTs Tpanchopmainy
[62]. Tpancdopmauniw Synechococcus PCCH301 mpoBoanan ABYyMs cHo-
cobaviu: ounuennoit JHK B yeaosusx, Korga obpadotrka AHKaso# npea-
orppaniaisa mosiBienue tpaichopmantoB [55, 56], n AI1K — PHK-komn-
JIEKCAMH, KOTJa Tpancopmalts OK43biBajdach HeMOJHOCTLIO YYBCTBHTENb-
noit x AHKaze {56, 57]. Bosmoxilo, PHK npcaoxpanster JIHK ot o6nIunO
NPHCYTCTRYIOUIHX 3KcTpakaerounplx AIKaz u Moxer wacTuuno npegoxpa-
HaTh oT aoGasasemoii JHKaspr [56]. Ile nckiaoueHo Takxke, YTo Tpalc-
¢popmanusa JHK -- PHK-koMmickcoM oTiIHUAETCH MO MeXanu3My OT TpaHc-
dpopwvanrr ounwenyoit JAHK.

HocToBepiblc KpHBLie 3aBHCHMOCTH 3PGEKTHBIOCTH [CHOMIOH Tpallc-
(hopmaurn ot xouuerrpaunn AHK 6bian onyGIHKOBaNIB TOJBKO AAS ABYX
unanobakrepuit Agmenellum quadruplicatum PR-6  (Synechococcus
PCC7002) [58] u Synechocystis PCC6803 (59]. Hasi 060X OpraHU3MOB
KOAHUECTBO MNOJYYEHUHX TpaucHopMalToB SBJASIOCh JuHeHo#d (pyHKiHeH
oT KouucaTpauud JITK npn uMskux ee konueutpaunmusx; npe 6oee BBHCO-
Kux — i1ab/104a20Ch HACHLUCHHe. Takol THN KDUBOH CBMAETEJLCTBYET O
TOM, MTO AJs1 TpaHchopMauuM KJAETKH LHAUNOGAKTEPHM AOCTATOUNO TNpPO-
HHUKROBCHHS oAHONH Mosekyaw JITK. Oa1HAKO 3TH OpPrawHaMbl 3HAYHTE/b-
o OT.JMyaloTesd To sh@peKTuBHOCTH npouecca. ¥ Synechocyslis PCCB803
NOJIOBHHA MaKCHMAaJbIIONO KOJHuecTBa TpaHchopmantor o0HapyxHBACTCA
nipu Kouuentpauun HOITK 2 mkr/wma, a noince HaculluieHHe Hacrymaer NpH
kounentpauuu MK oxoso 50 mxr/va. ¥ A. guadruplicatum PR-6 coot-
BeTCTRYIOUHE Konueutpauud cocrasisawr 80 urfma u 1 mxr/ma. ¥ Syne_
chococcus PCCT7943 nacbilicHue HactynaeT npu kouuenrpaurn JTHK 20—
40 Mrr/va [49].

Auaaoruuibie KpHBHe 3aRUCHMOCTH ObLIM MOCTPOCHM AAS IIA3MHA-
Hoit rpanchopmaunn A. nidulans R2. B opsom caydae aas tpancdopma-
nHH Oblia Hcnosab3oBana maasMujia pUC3 maccofr 4,6-108, u nachIneHne
Hactynajao mpu Kouucurpauuu MK 100—150 ur/Ma [33], B apyrom cay-
yaze, Korja Owsa ucmonb3oBaHa naasmupa pCHI (8,6-10%), nacuienune
nacrynaio npu Konuentpauuu JHK oxoao 750 ur/ma [60]. D1ty nsitu-
KPaTHyl0 pasHHLY B 3(Q(eKTHBIOCTH MOXKHO OGBSCHHTb: a) pasHHLEH B
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pasmepax masMua; 6) pasHHllel B MeXanH3Max NPOHMKNOBENHA 3STHX
ABYX IJIA3MHI B KJETKH; B) pasHullell B Mapkepe, HCMO/Ab30BAHHOM MJIf-
CeJIeKIIHH; T) pa3JuUHSIMH B METOAMKe Tpamc(OopMalHM; 1) pasHHLEeHd B
KyJbTypax ofHoro mramma {61].

Caenyer yUOMSIHYTb O JABYX BONpOCax, CBA3aHHHIX ¢ (QYHKIHEH BpeMe-
HH B mpouecce tpancdopmanny. Ieppuil H3 HHX KacaeTcs LJIHTEIbHOCTH
nepHojaa MEKYGallud, B Tewyelne Kortoporo Tpancgopmupyromas JHK cra-
HOBHUTCS yeToflunpoii k nobasisievoit usBHe JHKazse. ¥V A. nidulans 602
TpanchOpMaHTH HaUMHAIOT NOSABAATbe 4epes 30 MuH NOC/Ae Havyajla HH-
Ky6Gauuy kmetok ¢ redoMHo#t JHK u X KOJHUeCTBO NPOROJKAET BO3pAC-
TaTh gOJOTH A0 5 u HHKyGauuu. ITpu 5TOM KOJHYECTBO TPaHC(HOPMAaHTOB
3HayuTeNLpHO Godblre, eclu npollece He tepmuHHpyior JIHKasod, uz uero
ABTOPBI JEJAK0T BLIBOX O TOM, YTO TPaHCHOPMaALHS NPOAOIKAETCH HA TBEP-
noit cpeae [49]. OnTumanibHoe BpeMms HHKRyGauuu ¢ renomnod JHK y A.
nidulans 625 cocrasager 4 u [b5]. Huas Synechocystis PCC6803 nyuuiue
pe3yabraThi GBUIR moJydYeHbl NpH HHKyOauku c reHomHod JIHK B reuenne
1 4. TTpu 3TOM KOoaHuYecTBO TpaHcopMaHTOB Bodpactano B 20—40 pas, ec-
au Tpanchopmaiusa He tepmunupobanach JHKazo#t [59]. Ouenn GvicTpo
npouecc uHTepHanusauun resomuoil JHK nporexaer y A. quadruplicatum
PR-6. B Tex sKcnepuMelTax, Korja TpancopMalus TepMHIHPOBalach A0-
Gapaenrem [HKass, TpauchopManuts NOSBIANHChL ueped 2 MHH unkyba-
pun ¢ JIHK, a MakcuMalbHOe KOJHYeCTBO TpancopMaHTOB — yepes
30 mum wHkyGauuu [58]. KosuwecTBo TpaHCOPMAHTOB BO3DacTaeTr JH-
HeHHO B TeueHue H5—6 MHH, 3aTeM JMHeliHOCTL Hapylwaerca. Ilpu noGas-
aeuru nosoii nopuuu AHK aunefinocrs Boccranapausaetcs. [loaoOuble
pesysabTarhl Gbl¥ NoayueHEl npu Tpaucdopmanuu Bacillus sublilis n, mo-
BHAHMOMY, SABJSIOTCS CJeACTBHeM yacTuuyHoi Jerpasauuu JHK BHekse-
TOUNBIMH HYKJI€a3aMHu.

Bropo#t Bompoc Kacaercs onpejesenHsi HHKJIA KOMIETEHTHOCTH. 31eCh
MMCIOTCS NpSAMO NpOTHBOMoJOXKuble AaHuue, Tak, y A. nidulans UTEX625
Haubonee sdpdextuBHo Tpanchopmupyrores resomHod JAHK knerxu, Ha-
XOJsiIHecsi B no3aHel jsorapudMuueckoil ¢asze pocta. B craunonapioit xe
thase KIETKH NpakTHuecku He Tpauchopmupyiorcsa [55]. Hanporus, ocrann-
HBle UHaHOoGAaKTepHH, NO-BHAMMOMY, He HMEKT LHKAa KOMICTEHTHOCTH
Boo6me B cjyuae TpaHchopmauund reHomHo#t HHK. 210 yTBep:kieHue
cnpasegnuso aas A. nidulans 602 [49], A gquadruplicatum PR-6 [58];
Synechocystis PCC6803 [59]. dast A. nidulans R2 nosydyeHsl NPOTHBOPEUH-
Bble ganuble. OQHH aBTOPH OOHAPYKHIM Yy 3TOTG OpPraHH3Ma UHUKJ KOMIe-
TCHTHOCTH npx TpaHchopmauuu mnaasmuanoii JHK [33], apyrae — ner
[60]. Oanako oGHapy:KeHHBUI LIHK KOMIIETEHTHOCTH He3HAYMTeNeH, H pas-
JIHUHBIC Pe3yJbTATEl MOILYT OODLACHSTBCA [POCTO pasHHUCH B YCJIOBHAX
KYJbTHBHPOBAHUSI,

Brouwta uccnenoBana 3aBHCHMOCTE 3(DEeKTHBHOCTH JIIa3MHUJHONH TpaHC-
dopmanuu A. nidulans R2 ot csera [33, 60—62]. Oxazanoch, 4T0 MJIH-
TeJlbliag MIKYOalLHs KJICTOK B TeMHOTe mepen jaotasiacuuem JHK 3nagw-
TeABlO CHUAaeT KouguyecTBO Tpancopmantor [33, 60]. Ornocurennio xe
OCBelllCHHS BO BpeMms HHKyOauuu kaerok ¢ JAHK Bo scex Tpex paborax moay-
yeupl pasibie pe3yabTaThl. B OgHOM c/yuae KOJHUECTBO TPAHCHODMAITOB
npu uEKy6auuu kaerok ¢ JJHK B temiore u ua csery 6su10 pasuniyv [33];
B ADYVIOM — IpH HHKyOauuH kjaetok ¢ JHK B TemHore, a Takxe B mplcyT-
CTBEH MHTHOHTOPOB (POTOCHHTEe3a uau cHHTesa AT® ma ceery Tpaucdop-
manus npoxoamia sp¢exrusnee [60]. B Tperbem ciyuae upH HuKyOauuu
Kaerok B TemHoTe ¢ JAHK wirasmuiab, HecnocofHON K aBTOHOMHOI peliH-
Kauull B xaetkax A. nidulans R2, KoauuecTBo TPaHCPOPMaAHTOB YMCHDLIIA-
Jock Gosiee uem B 10 pas mo cpabienuio ¢ xourpoiacM [62].

Ha sddexrussocts Tpanchopmanun nnasmuadoi JHK moxker oxa-
3aTb 3HAYMTE/bHOE BJIHAHHE INPHCYTCTBHE B pPelMNHEHTHBIX KJeTKax LHa-
HoOaKTepuii cucTeM pecTpukunu — mMoauduxauui. Tak, nas A. quadrup-
licatum PR-6, HMeOLIETO CHCTEMY PeCTPHKINM — Moadduramuu  Aqgul,
OpIIO IIOK434HO, UTO NPHCYTCTBHE OAHOrO calfita vauarauwus Agul B yemnou-
HOM BeKTope, suliedennom u3 f£. coli, moxer 8 100 pas cHu3HTH 3dex-
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THBHOCTb TpaHcdhoOpMauun, a HAJHYHE MIIOXKeCTBeHHBIX caitoB Agul B
nia3MuAe HPCAOTBpaliaer nossieHne Tpancdopmantos [63].

UnTtepecibiM cayyaeM TpaHcQOPMaNMKH ABAACTCS rercpocneunduuec-
Kas Tpatichopmauus, T. e. Tpanchopmauus IHK oanoro opraynsma reHoM-
noii JHK, Boigesennolt B3 OpraH¥aMa, NpHHAIERAIETO APYTOMY BHAY
wnu paxe poay. [lpoBeaeHne noaobuoil TpaHchopMauud MOxKeT ObiTh LO-
JIE3HBIM JJI BLISCHEHHS [I'e€HeTHUYeCKOro poOJACTBA OPraliK3MOB, ecJlH ero
CNOXKHO YCTAHOBHTH HA OCHOBaHMH OMOXHMHYECKHX H MOP(POJOrHYECKHX
JLaHHbIX.

IMogo6ubie KCeprMeHTHl GBI BbhinoaHenol ang A. nidulans 602 u
A. nidulans R2 ¢ reHernucckn MmapkupoBannoii jonopckoii IHK apyrux
unanobakrepuit poga Synechococcus [64]. B npyroii pa6oTte Oblio noxasa-
HO, uTo Synechocysiis PCCE803 tpanchopmupyercs xpomocomuoli JTHK
APYTHX mpeAcTaputeieil poga Synechocystis, MMewIMX cpapHHMBIA MO %,
G-+C. Tpanchopmauun He nabaonanoch, ecan Mol Y% G-+C godopckoro
ITaMMa 3HAYMTE/blIO OTJIHYaJCs OT TakoBoro s Synechocystis
PCC6803. d1n ke aBTophl mokasadu, uyro renomuas JHK n3z A. nidulans
R2 ue tpancthopmupyer Synechocystis PCC6803 i 1. x. [59]. Haburona-
Jack Takxe Tpancdopmanusa Synechococcus PCC6301 JHK — PHK-koMmi-
aekcom Synechocystis PCC6308. Hanporur, Synechocystis PCC6308 ro-
xo TpaHchopmupyercs xpomocomuoit JHK Synechococcus PCC6301 [52].

Heobxoaumo ormerdTs, uTO npu tpauchopmauun A. nidulans R2
OHK pasIuuHoro MNpOHCXOXKIEHHS YCIeulHo KOHKYPHPYeT ¢ TeHOMHOH
JOHK sToro oprausxsma 3a UpPOHHKHOBeHHe B kJerky [60]. ITo-Braumomy,
Huailo6aKTepHH B OTJHYHE OT TCPaMM-OTPHUIATCIbBHBIX TreTepoTpodos, Iie
NpOABIAIT chnelupyuHOCTH B oTiomeunn nponuxawieid JHK, necmorps
Hd OOXOXKee CTPOEHHE KAETOUHOH CTeHKH.

[Ipu rtpancdopmaunn A. nidulans 625 remomuofi JHK c Bbicokoit
YACTOTOH MOSABJASNAHCH MYTAallHd B HeceJeKTHpPYeMbIX JoKycax. [lpu srtom
ounmenHas JAHK o6iagana 66npinM MyrareHHBIM 3bd¢eKTOoM MO CpaBHE-
uuio ¢ JHK — PHK-koMmiaekcamMu, ABTOpbl 3aKJIOUHJH, YTO [pOLECe
peKOMOMHAHH, CBS3a2HHHIH C TpaHchopMauuelf, MoxKeT OBITb MyTareH-
HEIM [56].

Ilpu tpaucopmanuu uuanobakrepuir JHK SupennukoHroro pexkropa,
CKOHCTPYHPOBAHHOTC HA4 OCHOBE OJHOH H3 DEe3HAEHTHEIX MMa3MH] pelHnH-
€HTHOIO 1TaMMa, UaCTO HMEIOT MECTO MNpOIecchl PEKOMOHIAIMH  MeXNy
BEKTOPOM H IJla3MHJoil pelunveHra. B pesynbrare MOryT OpPOHCXOJHUTH
Jencluu [65] uiu o6beiuHeHHe pemaukoHoB [66]. MuTepecen TtoT (akr,
yro wramm A. nidulans R2, usaeuennnfi or miasmuasl pUH24, tpauc-
¢opMHpYeTCs BeKTOpPHOH mJa3MuAoH, HMewolled pennukon pUHZ24, p 30
pas Xyxe, YeM HCXOAUBIH IITaMM. JTO MOXKET CBHICTEIbCTBOBATH 06 yuac-
THH DPeKOMOHHAIUHOHHBIX IPOLeCCOB B CTAOH/AM3AUMU BEKTOPIULIX 143~
muzn [33].

Ocoboe MecTo B M3ydenuu Ipomecca TpaHcopmauumn y uuaHoGaKTe-
puii oTBoAHTCA TpaHc(OPMALHMH IJIA3MHAAMH, HECNOCOOHBIMH K peIJIHKa-
I(MM B KJETKaX DEeUHMIIHeHTd, HO HMEOUMMH KJAOHHPOBAHHBIA yYacTOK re-
nomuoit JIHK peunnuenra. B sroM ciydae npoHCXOMMT HUTErpalHA BeK-
TOpa B TcHOM uHaHoOakTepuu. IlepBbie sKcmepHMEHTHI 3TOrO THIA ORUJIH
nposenensl na A. nidulans R2 [62]. Bo ¢parmeunt reuovuoit JHK A. nidu-
lans R2, xjionHpoBaHHBE B pBR322 n cuocobHBIL KOMINIEMEUTHPOBATD
{hi-mytaur E. coli, B pasnuuibIX 10J0KeHHIX Obl1 BHeapen Cm' reH u3
pACYC184. Te niasmiiipl, KOTOPbE COXPAUMJIH CNOCOGHOCTE KOMIICMEH-
THPOBATb MyTaHT E. coli, 6blad Hcnoan3oBaub aas tpatchopmanuu A. ni-
dulans R2. Bbuno oOHapy»XCHO TPH THNA TPAaHCHOPMAHTOB. BOABIIHHCTBO
TpaHcopmantos 00pPa3UBHIBANUCh B pe3yJbTare 3aMCINEHHd NoC/eL0oBa-
TCADLHOCTH B reHoMe LHaHOGaKTeDPHH HA TOMOJOIHYHYIO eH M3 peKoMOHHaH-
tiodl 1nasmuisl. ocaenosaTenbHocT, ke pBR322 mpw stom une obuapy-
JXHBaJach B reHoMe [HaHOBaKTepHH. 3TH TpaHCcPOpMaITH ObliH cTA0HAbHbI-
MEl M cOXpalsiin yetodungoeTh K Cm laxKe mnocsae AJTHTESBHOH HUKYG6aluu
B HCCCJACKTHBUBIX yCa0BHsiXx. TpauncdopmauTel 3T0r0 THHa (0GO3HAYeH-
HOIO aBTOpaMH Kak tua 1) Moryt ObiThb HOJYYEHBI C BLICOKOH yactortoil (1o
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1 tpaucdopmanta Ha 200 penHNHEHATHHIX KJETOK) ¢ HCHOJb30BAHUEM KaK
Koabuepod naasmugHodt OHK, rak u JHK, nuneapusosanHoi pacllemnie-
HUeM BHYTPH nochenoBateaviioctd pBR322. Tenomnas JHK, npurortos-
JIeHHAsI W3 OJIHOro Takoro tpaHcdopMaHTta 1-ro THma, Takxke TpancdopMu-
poBajia ¢ BHICOKOM YacTOTOl KJeTKH RHKoro THma K Cm'<penortuny. Csoii-
CTBA T4KHX BTOPHUHBIX TPAHCGHOPMAHTOB ObLIM HAEHTHYHBLI TAKOBLIM IIep-
BHUHEIX TpaHchopMaHToB [62] [lanbHelillde HCC/AEA0BAHHUA TOKA34J1H, 4TO
MoryT GHITH MOJYUeHHl cTabuablible TpancdopMaHTH 1-ro THUA, coAepKa-
uipe BeTaBKH Jio 20 1. 1. H. [67]. BeposaTHOCTL mosyueHHs TaKHX TpaHchop-
MAaHTOB OOPATHO3KCIOHEHUHAJIbHO 3aBHCHT OTF JIHHBl TeTepOSIOrHYHOH
BcTaBKH. IlpakTuueckn yactora TpaHcHOpMaUHH YMeHblIAnack NPHOJIH3H-
TeJdbHO B 2 paza NpPU YBEJHUEHUH AJHHBI [eTCPOJIOTHYION BCTaBKH Ha 2—3
T. IL. H.

Tpanchopmantel 2-ro tuna 6biin Apf, Cm® u BO3HHKANH B pe3ynbTa-
Te BHeApeHHs] pBR322, HO He TeTepOJOTHYHOH BCTABKHM B eHOM LHaHOoOak-
TepUH MOCPEICTBOM PEKOMOHHALNHM MeXKAY XPOMOCOMOH M (IaixuHpyIOLI4-
MH pBR322 nocsenoBateabnocTAMU. DBLIO BHICKA3aH0 Npeinooxene, yto
TpaHchOpMaHTH 2-10 THINA BO3HHKAKT B pesyJ/bTaTe IONOJHHTENBHOH pe-
KOMOHHAUMM MNMa3MUAB, KoTopas morepsiia Mapkep Cm® B pesysabrare
NPeRUIYLIIErO HEePeUHIPOKHOro PeKOMOHH AIHOHHOrO cobniThst [62].

TpaucpopmaHThl 3-r0 THDa NOJAYYaJH B PC3yJAbTaTC HHTCTCPALUH Bcell
NAa3MUABl B COMOJOrHuiyio ofnacth rewoma A. nidulans R2 n 6buin ye-
Toftuupel Kak K Cm, tax u K Ap [63].

CoorHoureHe KoauvecTBa TpaHchOpPMaHTOB l-ro @ 3-TO THNOB, MOJY-
yeioe B 3THX 3kcnepumenrax (okoso 100:1), B cpeTe mpocThiXx pekKoMOH-
HALMOHHBIX SBJEHHH 0Ka3aJoCh HEOXKUJIAHHO BHICOKHM. B ciayuae pekom-
6unauuu ¢ reHoMoM KoJablesofl mosekyanl JHK oxnoro pekoMbunanuoH-
HOTrO cOGBLITHA MOCTATOMIO JJ5 noJyuyenus tpancopmanta 3-ro THINa, B TO
BpeMsl KaK AJsl BO3HUKHOBeHUsl TparchopmaHTa l-ro TUna 1ieo6XoHMbl jBa
PCLHIIPOKHBIX  PEKOMOHHALHOHHBIX cOOBITHA. Tak Kak BepoATHOCTD
JIBORHOIO KPOCCHHIrOBEpa HMXKe BePOSITHOCTH OJMIOYHOro, OblJIo cienalio
npeano/oXkKeHHe ¢ TOM, 4TO TPaHCPOPMAHTHI 1-10 THUA BO3HHKAWT B pe-
3yJbTaTe OJIHIOYIIONO lePelHNpoKIoro cobelTHA peKoMOuHauuu [62]. On-
1AKO BO3MOJKHO TAK¥Ke, UTO 11a HabMI04aeMy10 PaslUly B KOJHYCCTBC Tpall-
c()OpMAHTOB Pa3HEBIX THIOB CHJAbHO BJHSACT OTHOCHTEJbHAS 4acrora, ¢ KO-
Topo#t modekyar IJHK o6napyXuBaorca BHYTPH KJETOK B BHAE HHTAKTHHIX
KoJgell. Bosmoxkno, BHyTpu kaetkn jonopckas HIIK naxoauntcs npeumy-
HICCTBEHHO B JHHeHHOH Qopme. D10 NPeANOJOXKeHHe IOATBepIKAaercs Ha-
6.101€1HeM 3a TaCTOTOH TNOABJCHHA TpaHcopMaHTeB 2-r0 THma. Kak yno-
MHIIAJNOCE BHIIE, TpalchopManuTel 2-ro THNA BO3HHKAOT B pe3yJbrare
BHEIAPEHUs] B TCHOM Mocjefoparenabioctd pBR322, 1o He reTeposioruunoil
peTaskd. Ilpu yBeaWYeHMH AJMHHLI TeTEPONOTHUHOH BCTABKH KOJHYECTBO
TpanchOopMaHTOR 2-r0 THIA [PAKTHYECKH € H3MCHSACTCHA, B TO BpeMs Kak
KOJIHUCCTBO TPpaHc(hOopMaHToB 1-ro H 3-ro THnoB OblCTpo yMeHbluaeTcs [67].
Ecnu rereposioruuilyjo BCTA4BKY BBIpe3aH nepej rpanchopmanneil nyreM
006pabOTKH PecTPUKTA30H, TO He BJHSIO a KOJHUCCTBO TpaHCHOpPMANTOB
2-ro tuna [62]. YuurthiBad 3t DAKTB, MOKHO 3aKJIOUHTH, uTO Tpancdop-
MaHTHl 2-r0 THIIA, BeposiTHeC BCCrO, BO3HUKAIOT B Pe3yJibTATe peKoMOHHA-
UMK ¢ reHomom JauHednoro dparventa JIHK. 3tor BeiBoa Mmoxker oObsic-
IHTb TY JIM3KYH 4YacTOTY, C KOTOPOH BO3LHKaJu TpaHcPopMaHTthl 3-TO
Tuna [61].

Koustoraumug. Jlo cux nop onmucaH TOJBKO OAMH TpHMep liepeHoca
KOI'biOTATHBHBIX IJIA3MHJ IIHPOKOrO CHeKTpPa Xo3sleB B IHanoGaKIepHu.
Henaneit u PefixenbT nmokazaau, 4To ILTA3MUABI IPYNIbL HECOBMECTHMOCTH
PI (RPI, RP4, R68 n R6845) MOryr NnepeHoCHTbCs, XOTA W C OYeHDL HH3-
Koii sdpdextuBHOCTBIO (10-5—10-1), 3 £. coli B OANOKAETOUNBIA NITAMM
Synechococcus PCC6301. TlocpeacTBoM pecTpHKIHOHHOrO M rHOpHIH3A-
IHOHHOTO aHa/M3a IJa3MHJ, BBIAEJSHIBIX H3 TPaICKOUBIOTAHTOB, aBTOPHI
nokKasaJu, 4To B GOJIbLUIMHCTBE U3 HHUX AaBTOHOMHAs miasmuiga R68.45 npu-
CYTCTBOBAJA NAPsI)lY ¢ KOMHTErpaToM 3TOfl R-IaasMuALl ¥ 3SHIOTCHHOMH
naasmuasl pUH2 pasmepom 48,8 1. n. u. Bouio Takxke obnapyxkeno, uto
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R-miasMuja unuterpHpoBasa B XpoMocomy. B o00ouX cay4asix HHTErpaius
OMOCPEA0BAIa TPAHCIIO3HPYIOIUMHUCS 3JEMCHTAMH R-TUIA3MH/BL.

HMssecrno, uro maasmuga RP4 cnocobila MoOU/IXM30BATL NPOH3BOMA-
Hble pBR322 B pasinuible TPAMM-OTPHUATEbHbIC OaKTepHH, B TOM 4YHCJIE
H B Te, B KOTOPEIX cama RP4 pemunupoBaTthesl lie MoXKer, ecau pBR3Z2Z
HMeeT MHTAKTHHIE bom-paiion (basis of mobility) n ecAMm B KieTKe mpH-
CYTCTBYIOT JONOJIHHTEJbIIBlE TPaHc-AeficTylomMe (akrtopnl. Takue (akro-
pul Moryt Onitb obecmeuenst maasmugamu pDS4101 (ColK::Tnl) wan
pGl28 (ColD, Km").

O1u paxTel GBIM MCMOJb30BAHEL BOJKOM ¢ €OaBT. AJIl KOHCTPYHPO-
BANHS CEeMEHCTBA UYeNHOUHBX BEKTOPOB, CHOCOOHBIX DEeNNHIHPOBATBCS KakK
B8 E. coli, Tax ¥ B uuaHoGakTepusix ponos Anabaena wu Nostoc [20, 68].
B cHcTeMe KOUBIONaTHBIIOTO TNepeHoca, paspaboTaHHOH# aBTOpaMu, Gupe-
NNHKOHHble BeKTOPH PRL, cocrosiiue uz pBR322 u nnasmuan pDUI Nos-
toc PCC7524, cHauasa HCTONIB30OBANH JUIA TpaHcPopmauuu wramma E. co-
[i HBIO0l, comepxkamero naasMuiay-noMmoimiiuk (pGJ28 unu pDS4101}), a
3aTreM TPOBOAMJH TPEeXpPOAHTENbCKOE CcKpeluBaike Mexay: 1) E. coli
HBI101, concpxameii Bektop pRL u niasMHAY-nOMOIIHHK; 2) E. coli J53,
coaepxatieil nnasmuny RP4; 3) Anabaena.

DKCKOHDBIOraHTOB OTOHpaJH Ha TBCPAOH cpeje, colcpiKalled aHTH-
6MOTHK. DTH KJeTKH o0CBOOOXKAadd or npuMecu E. coli, pacceBas HX JO
OTACABLHBIX KOJIOHHH Ha MHIepa/JbHOd cpele st UHaHoOaxkTepHH, conep-
Jkaueft cesteKTHBHBLT arenT. Ilmasmuabnl pRL BBLACJASAIM H3 3KCKOHBIOral-
TOB 6€3 H3MEeHeHHs B peCTPUKLHOHHOH KapTHiie, BamHo oTMeTHTh, YTO
ycnex »TOH CHCTeMbi 3aBUCE] OT JBYX [VIaBHBIX (DaKTopoB: <e/eKTHBHOH
3JUMHHALMH B BeKTope CafiTOB Y3HABaHHS SHAOHYKJeaz pecTpuHkuuu Aval
v Avall, cunresdpyeMbIX KJeTKaMH LHaHOOaKTepH#, W crnocoOHOCTH uUua-
HOO2KTepHANBbHOTO peNJHKOHa (GYHKIHOHHPOBATH B PEUHIHEHTHHIX KJET-
Kax. JTa cHcTeMa MoxeT GbITL NPHMEHEHa K APYrdM BHAAM HHaHoGaKrte-
pUi NpU YCJAOBHH, YTO peIIHKOH KOHDBIOraTHBHON mIasMHABl cnocobeH
(YHKIHOHHDPOBATh B DEeLUNHEHTHHX Kiaerkax. KpoMe toro, 5T0 eiHHCTBEH-
Has Ha CEroJHslUHHA [eHb CHCTEMa TE€HeTH4YeCKOro NcpeHoca AJs HHTYa-
TBIX LHaHoGakrepHil. HakoHell, oHAa NO3BOJISIET NEPENOCHTH [EeHBl C 04YEHb
BhICOKOH yactoTol (mo 3-10-2). OucBHAHO, ONMHCAHHAA CHCTEMA KOHDBIOTA-
uud 6yner 0co0eHHO HOJE3HA NPH H3YYeHHH TAKHX INPOLECCOB, KakK IHb-
depennyanus KJaerok, (uxkcanusi arMoctepHoro asora M KoMIJIEMEHTap-
Hasi XpOMAaTHYeCKas ajanTaliis, NPOTEKAIOWMX B HCKOTODBHIX BHAAX ONHO-
KJICTOUHBIX H HHTUATHIX LHAHOGAaKTePHH, AJsi KOTOPBIX HAKAKMX APYTHX CHC-
TEM IlepeHoca MeHOB JI0Kd HeT.

KOHCTpyHpOBAHHE KJIOHMPYWOUKX BEKTOPOB. YcIeX TICHCTHYECKOTO
aHaju3a UMaHOOAKTepHH BO MHOIOM 3aBHCHT OT HAJIMUMUS HAAEXKHOU BeK-
TOPHOH CHCTeMBl [Jisi KJOHUDOBAaHHA TIeHOB. CyLIECTBYIOT TPH Pa3JMUHBIX
NOAXO0Aa K KOHCTPYHPOBAHHMIO BEKTOPHBIX CHCTEM [JI51 UHAHOGAKTepHM:
1) cosnanHe BeKTOPOB Ha OCHOBe DEIIHKOHOB LuaHoBakrepHii; 2) coazna-
HUe MHTErpPATHBHBIX BEKTOPOB HAa OCHOBe miaasMui E. coli; 3) co3panue
YeJHOYHBIX BEKTODOB, CIOCOOHEIX peNmIHUHpPOBAThCst Kak B L, coli, Tak U B
LHaHO6aKTepHsiX,

Hcropuueckn mepByio HONBITKY CO31aTh BEKTOP HA OCHOBE IJ1a3MHJbI
uHaHoGakrepud mnpeinpuusau Ban jgen Xonpesn ¢ coast. [69] nns Syne-
chococcus PCC7942. Hecuoco6nocts nnasmug E. coli pennnuuposaTnes B
3104 nHanofakTepun OLLIA HCNOJIB3OBAHA VISl BHEADEHHS B MEHBIIYIO H3
IByX maasMmup (pUH24) tpaucnosonma Tn901 (Ap') us nnasmuim E. coli
R146. Jt0 nano nepByo UHAHOGAKTEPHAALHYIO MJIa3MHAY, HeCYUIYIO ce-
JIEKTUBHBIH MapKep, KOTOpas BIOCJAEACTBHH SIBHJIACh OCHOBOH AJIA HOJyye-
iHsT 1ar- ¥ met-MyTaHTOB HOCPEIACTBOM TPAHCIO30HHOIO MyTareHesa H KJo-
HUDOBAHHs COOTBETCTBYIOUIMX TI€HOB JAUKOrO THIHA H3 Synechococcus
PCC7942 [70]. Onnako Hcnosib30BaHHE NOJOGHBIX BCKTOPOB OKa3asoch
OTPAHHYEHHBIM HX HCCMOCOOHOCTRIO penyiuuupoBathes B E. coli.

Apyrum noaxodoM K CO3AAHHIO CHCTEM KJIOHHPOBAHHSI I'eHOB SIBJISIET-
Csl KOHCTPYHPOBAaHHE HHTErPaTHBHBIX BeKTOpoB. HMHTerpauus uymxepoaHoi
JAHK B XpoMocomy uHanob6aKTepHH MOKET JOCTHIATbC B TOM CAYYae,
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KOrjga JOHOpCKasl Iva3MHja HecrnocofHa K CaMOCTOATENbHON penHKAlMH
B UHaHOBGaKTepHAJLHON KICTKE, HO HMeeT 06J1acTh TOMOJIOTHY ¢ XPOMOCOM-
wo#t JIHK. 3a cuer sr1oil 06/1aCTH TOMOJIOTHM TNPOHCXOJAUT PEKOMOHIIALUS
JOHOPCKOH MOJIEKYJIBl ¢ XPOMOCOMOH.

WurerpaTunible BeKTOPHl ObLIM CKOICTPYHPOBANK JJst LHMaliofakTe-
pun Synechococcus PCC7942 uyTeMm KAOHHPOBAHHA (DpParMeHTOB XPOMO-
comuoft JIHK B uuanobakrtepuu B Iiasmule pBR322. ['er ycrofiuMroctH
K xaopamdennkony u3 maazmuasl £. coli pACYCI184 Obl1 BCTPOCH B LHA-
HoGakrepuanshylo JHK nan upumur k velt B Kadectse orankupyiomei
nocacnosarcApHOCTH [62]. CepHst MHTCrpATHEHLIX BEKTOPOB Bblia CKOHCT-
pyuposaHa aasi Synechocystis PCC6803 [71]. PexomGuaauTHEIC BCKTOPH
HUHTCTDALMH cojepxKanu (parmentnl xpomocomuolt JHK wunanobakrepnit
B COCTaBE BeKTOPHOH miasmujel E. coli pACYC184.

Huofi moaxoa XK co3laHHIO BEKTOPOB HHTErPALHM NPOAEMOHCTPHPOBA-
Jau nepasno Boppuac ¢ coarr. [72]. Oun moayuuJH [aBa peuHimeNnTHHX
wramMmma Synechococcus PCCT7942, B xpomocoMe KOTOPHIX Haxoidrcs fec-
NPOMOTOPHLIL bla- reH u oriV pBR322 (MHIWeHb ANs MHTETPALHH OPOHU3-
BOAILEIX pBR), pasicielnHLIC B OAHOM CJAyuae ICHOM YCTOHYMBOCTH K Ka-
HaMHUHNY, B ADYFOM — K cTpentoMuuHny. Jlio6ofl reH, KJIOHHpOBAHUBIA B
Npou3BoAloM pBR, MoKeT BHTh HHTErPHPOBAH B XPOMOCOMY TAKOTO LUTAM-
Ma. HMurerpanuu conyTCTByeT BOCCTAHOBJEHHE YCTONUMBOCTH K AMOMIIMJI-
JIMHY H YTepsl YCTOHYHBOCTH K KaHAMHUMHY HJAHM CTpenTOMuuuHYy. WHTerpa-
LUK OCyllecTBJsercss Bcerfa B OAHO MeCTO. IJTO 0311a4daeT, 4TO 3(CKT
MOJIOX eI’ JA0JKeH ObITh HCCAeROBAH JIMLIEL OIHH pas.

Haunboabmee pacnpocrpainelye NOJNYYHJIH BEKTOPbl A LHanmobaxre-
pu#, cocofHBle pCIVIMIHPOBATECH Kak B E. coli, TaK H B KJeTKax nuagobax-
Tepuil (4YesHOYIble BEKTOPHI) M COYeTalollHe, TaKHM oOpasoMm, npeamyiie-
CTBA MePBBIX ABYX IPYIII BEKTOPOB.

B 1981 r. Kioxacmeep ¢ coaBT. o6bemuuunu in vitro maaszvmuay L. coli
pACYC184 n uuanobakrepuaabnyio miasmuny pUC!, NpousBoAHYIO MeHb-
welt nmasMuanl Synechococcus PCC7942 pUH24 [73]. ITloayuennasis pe-
gyanrate Apf, Cm' naaamuna pUC104 crabuibHo NOALepRUBANACH B KJET-
KaX uHaHobakTepuil Blle 3aBHCHMOCTH OT AHTHOHOTHKOB, HCTIONb3IYEMBIX [JIst
CEJIEKIHH, M MOCIYIKHJI4 OCHOBOH AJS KOHCTPYHpOBaHHS KocMuanl pUC29
nyTeM uHcepunH Bglll- dparmenTa, Hecyllero JIMNKHe KOHUB GakTepHoda-
ra i [70]. Kocmuaa pUC29 nossoasier kaoHupoeats pparmenter JHK anu-
Holi or 20 mo 45 T. m. H. M MOXeT OBITh JIerKo nepepedeHa Kak B E. coli (no-
cpeicTBOM HHGexuuH nociae ynakoskn JIHK in vifro), tak u B Synechococ-
cus PCC7942 (rpancdopmaunei).

JlpyrHe aBTOpBl AJsl KOHCTPYHPOBAHHS NOAOGHBIX BEKTOPOB MpHMEHSs-
au npoussoaubie pBR322 u pUH24 [74], ykopouennble pBR322 u pUH24,
aubo yropoueunne pBR322 u ori pUH24 [75, 76]. Bein  cosaan BekTop,
NO3BOJIALIHI BECTH CEJeKUHI0 peKoMOuHaHTOB B E. coli mo skcnpeccHu
B-ranaxrosnnassl [76]. Hakoneu, ®puupbepr u Catimxdepe [77] coenu-
HIJIH penduron Synechococcus PCCT7942 ¢ onepaTopHO-NPOMOTOPHOR 06-
JIacThI0 TeHa TePMOYYBCTBHTENBHOIO pedentopa Gakrepuodara A.  3to
nepBbLlf NPpHMEDP CHCTeMB! KJOHHPOBAlHS B HHAHOGAKTEpHA/NLHOM XO3SIHHE,
JOMYCKAKIeHl KOHTPOJHPYEMYIO SKCIIPECCHIO I€HOB.,

CuecreMBl KJIOHHPOBAlIHS TEIOB TakKe OLLIH cO3JaHBl Adst (oTOreres
porpodHLIX UHaHo6akTepuili Synechocystis PCCB6803 na ocHoBe HeBOJb-
woi nmiaasmuast pSS2 (HasuiBaeMo#t rtakxke pUGI) [71, 78], npuuem B
nocacaHem caydae nabiloganach 3KCIpeccHs lac-reHa Jaxe B RJIETKaX
uuanofakTepui. DTO OTKPHIBAET BO3MOMKHOCTb 3KCIIPECCHH APYTHX TEHOB
IO KOHTpOJleM [ac-IpoMoTOopa.

B 1984 r. Boak c¢ coaBT. COOOUIMNIH O KOHCTPYHPOBALHH ceMelcTRa
4YeJIII0YlIEIX BCKTOPOB, €NOCOOHBLIX PenHUUpOoBaThes Kak B E£. coli, Tak U B
pasJMYHBIX IUTYATHIX HHaHOOakrepusax pojoe Anabaena u Nostoc u nepe-
AaBatbea nyreM Kouwbloramuu [20]. DTa cucTeMa reHeTHUeCKOro mepeHoca,
paspaboTaHHasg Ha OCHOBe OaKTepHAJbHOW KOHBIOTAaTHBHON I1a3MHIB
RP4, moxer cnoco6CTBOBATh NEPEHOCY NPOU3BOAHHX pBR322, ecnu nonon-
HHTEJIbHbIE TpalC-AeHCTBYIOUIMe (akTophl OGecneuHBaIOTCA TAKHMH mJias-
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munaMu E. coli, xak pGJ28 wau pDS4101. Tubpuaupe BeKTODHI, CKOHCT-
pyHpoBaiiible AJNs 3TON LeJH, COAePKaT HHTakTHuie oriV u bom pBR322
u nmiasmuny pDUI ua Nostoc PCC7524 (pemsMKOH, GYHKUHMOHHMPYIOIIHE B
Anabaena). Calitel ysunapanus Aval n Avall Gplid ceNeKTHBHO YAAJICHLL
108 MHHHMH3AHMHE BO3MOXKHOH aerpanamuu sxoasutedt JTHK [20].

Brnoc/nelCTBHH OBLLJIH YCOBEPUIEHCTROBAHBI KakK CAMH BEKTODH NYTEM
KJOHMPOBANUS ydyacTKa ltauana penyikauup pDU! naunod 1,3 1. m. H. H
co3nanusi BEKTOPOB Ha ero ocHoBe [21], a TakKe HCNOJB30BAHHS B Kaue-
CTBE CeJeKTHBHOIO Mapkepa rena OakrepHaJjbHOH Jouudpepass {79], rak
H ycaoBHA KoirbioratusHoro nepexoca (80, 81]. Murepecro, yto B [79] aB-
TOpAM YAaloch HaGII04aTh B MHMKDOCKON CBeYeHHe OJHHOUHOW KJAeTKH
Anabaena, comepxaiuefi Bektop pRL308P, mecymuii ren GakrepHajbHOH
gwungpepassl. KpoMme TOro, Tak Kak TNPH CO3JaHWH HOBEIX TeHETHUECKHX
KOHCTPYKUHUHA TPYALO, 2 MOPOH H HeBO3MOXKHO H30€XKATb MOABJEIHA B BEK-
TOpe HOBLIX CAalTOB y3HaBaHust s GepveHToB pecTpHKIMuH Aval u oco-
Geuno Avall, cuHTesnpyeMblX KJeTKavd MHOTMX HHTYATBIX LHanobaxTe-
puft, aBTOPHl MOAMMPHUHPOBAIH MJAAa3MHIAY-IOMOUIHHK 33 CYeT KJOHHPOBA-
HHS B Hel renos Merunas M. Aval u/uau M. Avall tak, 4ro cHHTE3Hpye-
Mble B KJIeTKe AOHOPA METHJAa3bl CHelu(uIecKH MOMM(HUHPYIOT 4Yellou-
HBIE BEKTOP, NpPEeloTBpPAalias ero JAerpajaluio B pPeUHNHeHTHHIX KJaeTKax
noa aencrsuem R. Aval u R. Avall [82]. Ananornunple KOHBIOTaTUBHbIE
ReKTOpH paspaborannl s Fremyella diplosiphon w Synechococcus
R2 [82].

Knounpopanue reHoB uuaHoOakrtepwii. PaspaboTka TEeXHOJIOTHH pe-
xoMOuHaHTHEIX JIHK maeT BO3ZMOXHOCTL H3YUUTh OPraHU3aLMIO H perynasd-
IIHI0 aKTHBHOCTH renos UHanoGakTepui.

B macrosiiee BpeMs AJs KJIOHHDOBAaHHS TIe€HOB UHAHOOAKTEpPHHA HC-
HONB3YIOT TPH MNPUUIHIHAILHO PA3NHYNBIX HAOAXOAA: 1) KioHMpOBaHHe
npu nomomu JHK- u PHK-30810B; 2) npsiMoe KJIOHHPOBaHUE JIPH TOMO-
my GelloTHNHYeCKO KOMIIEMEHTALHH MYTAHTOB; 3) KJIOHHPOBAHHE B 3KC-
IPeCcCHPYIOLUIEM BeKTOpe C HCNOJb30BAHHEM MAJsl CKPHHHHra 0aHKa reloB
aHTHTEN K MPOAYKTY HCKOMOTO TeHa.

IlepBBIfl MOAXOA HMECT TPU HANpaBJEHHUs: THOPUIAH3ALUS C TETCPOJIO-
rauntbiMi JIHK- u PHK-3ounamu, ¢ PHK # ¢ u#ckyccerBenno CHHTE3HPO-
BaHHLIMH OJIUTOHYKJIeoTHRaMH. Bni6op KOHKpETHOro Meroa KJIOHHPOBa-
Hasl onpejeasercs cneunduxkoit o6beKrTa H 3axavaMH, KOTOpPhe CTaBUT me-
pell cob0il HCCIefoBaATENb.

KnorupoBande ¢ HCNOJNb30BAHHEM TIE€TEPOJIOTHMUHBIX 30HAOB OCHOBAHO
Ha 3BOJIOUMOHHONA KOHCEDBATHBHOCTH reHOB 6aKTepHil, Bogopocjelt H BBIC-
IIMX pacTeHHii. B KauecTBe 30HAOB MJISI CKPDHHHHFA GAHKOB I€HOB HCIOJib-
3YIOT yXe IIPOKJOHHPOBAHHble T€HBl JIPYTHX OPraHH3MOB, KOIHPYIOIHE
o6pasoBaHHe TexX e NPOJAYKTOB. MeTol MHCNOJB3YETCs B OCHOBHOM [JIS
KJIOHUPOBAHHA TE€HOB KOMIIOHEHTOB (OTOCHHTETHUYECKOTO anmapara H re-
HOB a30ThUKcAUMH. BHICOKHA NPOMEHT roMOJOrHH BO MHOTHX CIy4asiX CBH-
JETe/NbCTBYET 00 35BOJIOUHOHHOM CXOACTBE (DOTOCHHTETHUECKHX alNapaToB
uxaHo6akTepuil H BEciiuX pacteuns [83]. '

IIpn kJIOHHpDOBAaHMM KJacTepa reloB, KOAHPYIOUICTO KOMIOHEHTH
AT®-cunrerasm Anabaena PCC7120, B KauecTBe 30HIOB MHCIOJIb30BAJH
¢pparmenr xjaopomaactaoit JHK Chlamydomonas reinhardii, copepxamuit
5-xounen rema aipA sroro opranusma, u reu pipH ropoxa [84]. AsTophi
O6HapyXHUJH JBa KJacTepa reloB: KjacTep aipl, cocTosuil H3 7 TEHOB
(atpl, H, G, F, D, A, C), n OTCTOAIMAK OT HEro 1o ‘McHbhiei Mepe wna 10
T. il. H. Kjacrtep afp2, xopupyromui § (aipB) u & (aipE) cy6beaHHUIIDI
AT®-cunTerasnl. MHrepecHo, 4TO KOAUPYIOLIHC MOCAEAOBATENBHOCTH [elOB
atpF u atpD nepexpuBawotes y Anabaena PCC7120 [84].

Teuw nifH w nifD Azofobacter vinelandii GBIH HCIOAB3OBAHHE B Ka-
4eCTBC 30HAOB AJIsi KJOHHPOBAHMA COOTBETCTBYIOLIMX TeHoB Nosfoc com-
mune UTEX584 [85]. 3ouas aBtropnl MeTtuau Ouothu-11-dUTP, uro, oxna-
KO, TO3BOJMJIO HM 00i1apyXHTb B OHOIHOTEKE TE€HOB, CKOHCTPYHPOBAHHOM
Ha ocHoBe pBR322, nomumo renos nifH w nifD zee nifH-nonobnsic mocte-
poBateasHoctu nif 1 u nif H2 [85].
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[Ipy KAOHHPOBAHMH TeHOB CynepoKcHAaucMyTasel A. nidulans B Ka-
yecTBe 30HAA JUIsi CKpUHHMHTA OubanoTekH Psil-pparMedTOB XPOMOCOMHOM
AHK artoro oprauusma B pUCI8 Onn1 ucnoas3osain reH sodB E. coli. Kno-
HHpOBaRNHBII TreH sKcnpeccupoBancs ¢ lac-npoMoropa pUCI8 u Mor xomn-
JNeMeHTHpOBATH MyTaHTH S0dA, sodB E. coli [86].

Hast knouupoBanus reHos pubocoMubix PHK Synechococcus PCC6301
HCIIOJb30BAJM B KAuCCTBE 30HAa Meuenyw ouuilennyw PHK [92] Bouin
ofuapyxKeusl nBa Kjactepa renoB rrnA ¥ rrnB cXoZHO{l oOpraHM3ailMH.
Knacrep rru/l xoaupyer 168 pPHK, pPHK!e, tPHKAR) 235 pPHK u 58S
pPHK. T'cubl 6bliin cexBeunponaubl [93—97]. Okaszaiock, 410 TOMOJIOTHS
kak meway reiamu TPHK, rak u mexay renamu pPHK unano6axrepuit
U XJOPOIIACTOB BEICUIMX PACTEHHH BbilUe, HeM MEXAY COOTBETCTBYIOIIHMH
rcuaMu nuainobaxktepuit ¥ E. coli. IJTo ellle OAHH aPryMeHT B NOJb3Y
LIHPOKO pAacHpOCTPaHEHHON 3HAOCHMOHOTHUECKOI THIOTE3B, COIVIACHO
KoTopoit xJjopomnacthl Gepyt (€BOe Hauajdo OT (OTOCHITE3HPYIOUIHX
NPOKAPHOT.

CHHTEeTHYEeCKHEe OJIMFOHYKJIEOTH/AB HCIMOJAB3YIOTCS IS KJIOHHDPOBANMSI
FEHOB, TMPOAYKTHl KOTOPHIX XOTSt Obl 4acTHHHO CeKBeHHpoBalibl. IToCcKOJBKY
TreHeTHHYEeCKHH KOJ BBIPOXK/JAEH, MOIYT OBIThb CHHTE3HPOBAHsl KAaK HECKOJbKO
KOPOTKHX OJHroMepoB (14—I17 HYKJIE€OTHJOR), T4K U OAHH OoJjice MJIHIHBINA
OJIUTOHYKJIEOTHA, TOCJAEI0BaTENbHOCTh KOTOPOro sBJAfAeTcss Haunbojiee Bepo-
ATHOH, MCXOAA M3 HacTOTHI ymoTpelJ/ellHs KOAOUOB B JAHHOM OPraHH3Me.
FpensapureanHasi ruOpH/H3alUsg CHHTE3HPOBAHHHIX 30HAOR ¢ TOTAJALHOH
xacrounoft PHK [87] unu JIHK [88] B HeKOTOPHIX cayuasx NO3BOJSIET BHI-
6paTb U3 IIECKOJbKHX CHUTETHYECKHX OJIHIOHYK/JIEOTH]0B HaHOosee INOAXO-
pamui. TIpM HMCMOJb30BAHMH CHHTETHUECKHX OJHIOHYKJIEOTHAOB HacTo
OKAa3blBAETCS BO3MOXIBIM CO3JaBaTh Lie 110J1YyI0, a oboraiesnyw Gubano-
TEKY I'eHOB, uTo o0sierdyaet ckpuuusr {87, 89].

Tak, 6blIH KJIOHUPOBAHBl TeHLL o- H P-cyObelununl QUKOIHaHHIIG —
[JiaBHOTO (HKOOHNHNpPOTEHHa, OONAPYXKEHHOTO BO  Bcex  OaKTepHsX
{87—89], ren ¢ MouaekyJasiproii  Maccoli 9000 kommoneHTa dorocucre-
met Il Phormidium laminosum [90], reH rasoBblx BC3HKya Anabaena
flos-aquae {91].

KilonupoBailde reioB nyTeM MNpsiMOH CeJeKUHH Ha (eHOTHIIHYeCKYlo
KOMIJIEMEHTALHMIO MYTAIlITOB SIBJISIETCS, B NMPHHLMHIE, OUEHb NPOCTBHIM. DTOT
MOIXOA OrpaHHYCH TeMH BHAaMH LHaHOOakTepHH, IJA KOTODbIX pa3palo-
Tainbl 3pQeKTUniible CHCTEMbl (lepeHoca reHerudeckoli uHpopmanuu. Tem
jle MeHee TPYAIIOCTh B HECKOJIBKHX CJydYasX yIaaock oOOHTH, KJIQHHUDYA ¢
NOMOHIbI0 (PEHOTHUIIHYECKOH KOMIVIEMEHTALMH XOPOLIO OXapaKTepH3oBall-
HplX MyrtaHTtoB E. coli. Tak ObUIM KJOHHpOBaHB reHbl (POchOEHONTMHPYBAT-
kapGokcunasel A. nidulans [98], recHpl OxHOCHHTE3a THaMHHA, I[pPOJHHA H
Tpeonuna A. guadruplicatum [99].

B Hacrosillee BpeMsi OpsIMOe KJOIHDOBAllMe C HCIOJb30BAHHEM MY-
TAaHTOB NPUMEHSETCS [JJs NOHCKA HOBBHIX TE€HOB, KOAHPYIOIIMX KOMHOHEHTL
¢orocunTeTHUecKoro anmnapara uMasobakrepuil. MytaHTH MOryT OBIThH
BhU(JeHbl DM NOMOULM XHMH4YecKoro wmyrtarenesa [100] uam reHHOMIKe-
HepHbIM Metodom {101]. Lo cux mop He ObWIO COOOLIEHHH © IOJYYEHHH
dorocuuTeTHdeckux (PC—-) MyTaHTOB TPRHCIO3OHHBIM MYT4areHe3OM, XOTs
nar- 1 met-Mytau#u o9tuM cnocoboM yranoch moayuutek [70, 102]. Boiuxe-
JeHHble PC—-MyTaHTBl MOTYT OBbITb KOMIJIEMEHTHPOBAHEL XPOMOCOMHOM
JAHK, 6aHKOM TeHOB HJH DeCTPHKUHOHHLIMH (parMeHTaMH XPOMOCOMHOH
AHK aukoro tuma. Tak, ®C—-myraut Synechocystis PCC6803 Gvli1 KoMA-
JIeMeHTHPOBAH CHa4ajla peCTPHKUHOHHBIMH (pParMeHTaMH XpPOMOCOMHOM
JAHK, ¢pakuHOHHPOBAHHEIMH B JIErKONJIaBKOH arapose WJIH CaXapo3HOM
rpajdenTe, a 3aTeM CO3JAllHbIM Ha OCHOBE KOMIIEMeHTupylollell dpakuuu
oborauleHHbIM GankoM reros [103].

BoJk ¢ coaBT. ycnemHo KOMIJIEMEHTHPOBAIH IIOJIY4YeHHbie npH obpa-
GoTKe yaAbTpadHOJCTOBEIMH JyuaMH MyTaHTh Anabaena sp. PCC7120,
Hecnocobnele pactd ¢ Ny B KauecTse €iMICTBEHHOrO HCTOYHHKA asorta Gair-
KOM T€HOB [HKOTO THINA, CKOICTPYHPOBAHHBIM HAa OCHOBE KOHBIOraTHBHOMN
KocMuan pRL25C [104]. D1o nepBoc coobuleHHe O KJIOHHPOBAHHH TEHOB ¥
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HUTYATOH UHAHOOAKTEpHM NIPH NOMOUIH (EeHOTHIHYECKOH KOMIIJIEMEHTA-
LUK MYTAaHTOB.

Hepasuo Pexnnn ¢ coasT. coofiMian o KJAOHHPOBauHH rena irpA Sy-
nechococcus PCC7942. Huaa ckpuuuiura GUOGJHOTEKH Ha OCHOBe 3KcIpec-
CHPYIOILCTO BeKTOpa Agill aBTopamMu Oblid BAepBble HCIONb30OBAHB MOJHK-
Jgonanapible aHTHTeaa. OHU O6bLIM NoayueHH K €GeJkaM, HAKAaNJIHBAIOIHMCH
B Kaetkax Synechococcus PCC7942 Bo BpeMsi pocTa NPH HELOCTATKe Ke-
ae3a [105].

Taxum o6paszom, AN KIOHMDOBAHHMS redoB uHaMobaxTepuil NpHMEHH-
Mbl BCE OCHOBHBIC METOJABI, HCNOJNbL3yeMble MpPH DCLICHHH AHAJOCHUUBIX 38-
Jau Ha APYTHX NPOKAapHOTax.

MepecTpoliku reHoma u asordukcauus. B nacrosilee BpeMs H3BeCTHO
OTHOCHTENLHO MaJo cJayuaeB, KOrAa NepecTPOHKH TeHOMa BHICTYNAKOT B
KauecTBe MEXaHH3Ma DeryJslid SKCIPECCHH elloB, M ellle MCHblUIC IpHMe-
poB, korpa nepectpoliki JIK KOHTpOAHPYIOTCH COCTOSTHHEM OKpy:Kawuici
cpeibl. Jas npoxapuor onucaHbl nepecypoiikM, CBS3aHHLIE C NepeMellcHH-
eMm IS- u Tn-saeMedToB, (pa3soBble BAPHALMH CaJbMONENT H AUTHIelHbIE
papuauuu. IlepecTpoiiku renoma, cBsidagnbie ¢ OHTOT@HE30M, XapaKTepHH
B OCHOBHOM JJisl 9YKapHoT. DTo AUMHHYIHsS XpoMatHHa y Hemaron [106],
nepectpoifka MMMYHOIJIOOYJNIHOBBIX T€HOB B JHMQOIHATAX NO3BOHOYHBIX
[107] u nepecrpolikii, cssi3anHble ¢ M3MeHEeHHEM THUNA CINAPHBAHHA Y APOXK-
kel [108].

Y HeKOTOpbLIX HHTUATBIX UHalobaxTepuit uabawojgaercss ylHKaJpHbl#
JJIsT IPOKAPHOTHUECKOTO MHpa IPOLece peryaupyeMoli nepecTpoiKH TeHO-
Ma npH IHOQCpeHUHAURH TCTCPOLUCT, HaHJOJeC NOJIO 0XapaKTepH3oBall-
Hblil s Anabaena PCC7120 [109].

Y xopowo Hayyennoro axnasotpota, 6axrepun Klebsiella preumoniae,
17 rcuoB, oTBeualownx 3a (QuKcauuw artvochepioro asota  (nif-re-
fIOB), Opranusosanbl B 8 OuepoiloB, HaXOASLIUXCH B Hpejeax KJuacrepa
aaduol 24 1. mou. OOHH H3 THX ONEpPOHOB COAEPXKHUT TpH rcHa: nifff,
nifD, nifK, KOTOpBIC KOZUPYIOT rJdaBlible KOMIOHEUTH HHUTPOrelasnoro
KoMIlIeKca, OTBeuatolnero 3a Gukcaumwo armochepnoro azora. 1o TpH
rega B BBICOKOI CTeneHM KOHCEPBATHBHH Y  BCeX  430THUKCHPYIOMHUX
OpPranH3MOB.

Cpeayn HHTYATLIX uUHalnobakTepnil 1mabui0ialoTCsT pa3nuuksi B OpraiH-
3auun nif-renoB. Y Ge3reTepOUHCTHBIX 230T(HHKCUPYIOIIHX HHTUYATBIX Lua-
nobakrepuit, obvenuenunix Punnxa 8 pasgea Il [8], rema nifH, nifD u
nif K npujeraior Apyr K Apyry i o6pasyioT onepoil. Y BeTBSILIEHCS TeTepo-
uuctholl uMancOaktepuu Fischerella ATCC29929 (paznen V) nabawiact-
cA aHaJoruynasi oprakusauus nif-renop [111]. bBoapwuncrso xe cBoGoi-
HOKHUBYIIMX  HCBETBAUIMXCH HHUTYATHIX [ETEPOLUCTHBIX  IHanobaxrTepHy
(pasaen 1V) uMeer B reHoMe BCTCTATHBHBIX KJETOK MNPOTSIMEHHYIO BCTAB-
Ky BuyTpu reHa nifD [109—112].

B OTCYTCTBHE MCTOYHHKA CBS3aHHOIO as0Ta B cpele pocra npHOJIH3H-
Te b0 Kaxpaas 10-g Bereratusnasi kiaetrka B HuTu Anabaena sp. PCC7120
nperepreBaeT NpespallieHHe B TETEPOLUCTY, He(OTOCHHTE3HPYIOUYIO TOJ-
CTOCTEHNYIO KJeTKY, Koropas MOp(oJorudeckH H OHOXMMHYECKH NOPHCIO-
cobaena ana ¢uxcanun asora [113]. Terepouncrol oGecneunsaior anas-
poSHble YCJIOBHS Aasi (QYHKIUHOHHPOBANHMsi HUTPOTeHasbl, Koropas ileobpa-
TAMO HHAKTHBHMPYeTcss KucaopoaoM. CpssaHHBEIE a30T B BHIEe IJyTaMHHA
NOCTYNAeT H3 TeTePOUUCT B BereTaTUBHbIe KjeTKH. B ¢Bow ouepeas, u3 Be-
reTaTHUBUBIX KJETOK B FeTepOMUCTBl MOCTYNAKT MOPOILYKTH $OTOCHHTE3A.
Anddepernnaluia seretaTHRION KJeTKH B FeTEPOUUCTY NOAABJSICTCS Blie-
UIHAM HCTOYHHKOM CBSI3aHHOTO a30Ta, HAaUpHMEp, aMMOHHEeM HJH HaXOAs-
meficss MOGAH3OCTH reTepoIHCTOl,

B npouecce npeppaliients BereTaTHBHOH KJIETKM B rerepouucty y Ana-
baena sp. PCC7120 npoucxoisT, no kpaiHell mepe, 1Be NepecTPORKH re-
Homa. Ofe oHH OCYLIeCTBJASIOTCS Ha OAUOH M3 NO3AHHX cTapuil aupdepel-
LMPOBKH TeTepoUucTH (HauunawTtcs ucpes 18 4 mocnie nmepeHoca KYJbTYphbl
B Cpely, He COAePIKallylo CBA34lIIOT0 a30Ta, H 3akauyuBaiorcst uepes 30 u)
[114], korga yxke 3aMeTHbl MOP{OJOrHUECKHe H3MEHEHHS, H IOYTH OJlI0-
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BpPeMeNo ¢ 3THMH mnepecTpoiikaMu cpeau kierouuoli PHK nosepu-anann-
som o6bapyxusaercs MPHK nif-renos [109].

IMepBast nepecTpoiika sIBJASieTCH pPe3yJAbTATOM 3KCUM3HH (pparmenra
OHK paunpoit 11 T. m. H., HaXoasiuierocss BUYTPH reHa nifD, 6nuxe K ero
3’-Kouly (B JaibpHefillleM ANl KPATKOCTH HasbiBaeMoro nifD-aiemeutom).
®parMeHT GAaHKUPOBAH NPSIMBIMH MOBTOPAMH AAWHOH 11 I H., KOTOpHIE
OKpy¥Kenbl 06/aCTAMH, UMEIOUUMHE MeHbllYIo roMoJoruio. Cadr-cieunduuc-
CKas pekoMOHHANHUs BHYTPH 3THX NPAMBIX NOBTOPOB NPHUBOAUT K [€JICUHH
dparmMenta H3 XpOMOCOMBI (pHCYHOK). Bripesaunbifl nif D-sjevedt o6Hapy-

X2 248 PocL
o BRE X COHTC FRC RGP R RRE  RARAR KK AKK ¢ #
X xx x Ax x xx xx X x xx  xx X% Pk
XX XX X XXX
Sman H ’ I
[ FEWEN]
nifk  nifl nifH nift s fdxN  nif8
6 P—‘ﬁ] [H H H H“'Hi ] | 7
H R N H H R
Ifmruvl

~=AR-~(AC—~=~= GOATTACTLLG==CT~~==ACG6  nifD

T ef=memf~T=~TATIC ==AGAR=TTT=C~=~A--  fdx¥

duanyeckHe KapThl YY4CTKOB XPOMOCOMH BereTaTHBHOM KaeTKH (z) ® TerepoHHcTH  (6)
Anabaena sp. PCC7120 B paiioHe nepecTpoeK H KOHCEHCYCIILIE NOCJAeA0BATEIbHOCTH HYKJ/EO-
THOOB BOJH3K TOYEK Pa3peBa {8): a -- NOKA3aro pacnosoxkenue renos nifH (H), nilD (D),
nifK (K), nifS (S) u ounepona rbcLS. CBeTABMH CTpeJKaMH YKasaHbl TPaHuusl nifD-sne-
menta (11 1. n. H.); gepHbIMH — fdxN-3/1eMenTa; 6 — cBeT/as CTPeNKAa — CaHT PeKOMOUHAUHH
nif D-nepecTpGiikH; udpHas CTpenka — caftT pekoMOHHamuu fdxN-nepecTpolikd; caiiTnl pect-
pukuuu: R — EcoRl; H — Hind{ll; C— Clal; X — Xbal; K — Kpn{; 56— nOQuepKHYyTH HO-
CJef0BATeIBHOCTH, BHYTPH KOTOPBIX NPOHCXOAST pekoMOHHALMH NpH NepecTpoiixax
Physical maps of the Anabaena PCC7120 vegetative cell (a) and heterocyst (6) chromo-
some in the rearrangement region and concensus sequences near breakpoinis (8): a —
positions for the nifH (H), nifD (D), nifK (K), nifS (S) genes and rbcLS operon are
shown. The open arrows indicate borders of the nifD element (11 kb). Solid arrows
indicate borders of the fdxN element (55 kb); 6 — open arrow indicates the nifD rearran-
gement breakpoint; solid arrow indicates the fdxN rearrangcment breakpoint; restriction
sites are: R — EcoRI, H — Hindlll, C — Clal, X — Xbal, K — Kpnl; 8 — sequences within
which recombinations occur are underlined

HKHBAETCS B TETEPOLHCTAX B BHIe CTAOHJIbIOH KOJblUEBOH MOJEKYJLl, KOTO-
pasi MoxeT ObiTb Bbljlel€Ha B CYUEPCKPYUEHHOH H OTKPHITOH KOJbUEBOH
dbopMe. QyHKUHA €€ HEHU3BECTHA. DKCHU3us nifD-31eMeHTa (B AaNbHEHHIEM
nifD-nepectpofixa) NpHBOANT K BOCCTAHOBJEHHIO OTKPHITOA PAMKH CUHTLIBA-
gust (OPC) rena nifD u obGpasosaunio onepona nif HDK mop xoHTpoJeM
npomotopa nifff [115]. HenspecTHo, MozKeT Jid red nif K sKcnpeccHpoBaThCsd
B BereraTuBublx KJjJetkax [109]. Ilpu nosepH-anannse PHK rereponuct
Anabaena PCC7120 ¢ wucnosb3oBanHeM B KauecTBe 30HAA TeHOB
nifH, nifD, nifK o6napyxuBaerca eauHctBeunas MPHRK nannoit 4.7
T. 1. [109].

Opny u3 npsiMBIX NOBTOPOB AJuHON 1l 1. H. HAXOAHMTCH Ha paccTos-
HHH okoso 330 m. H. or 5'-koHua reHa nif K mpoTHB nanpabJeHHsl TPaHCK-
punuvp. Bropoll pacnosnoxen suytpu rena nifD. Tlepecrpofika npHBOAHT
K 3ameHe 27 C-KOHIEBBIX aMHHOKHCJIOTHBIX 0CTaTKOB, Koaupyemeix OPC
BEI'€TATHBHONH KJeTku, 43 amuuokucjaoTHbiMH octatkaMu OPC rerepouuc-
tol. CpaBHeHHe mnpeicKa3aHHbIX C-KOHLEBBIX aMHHOKHC/IOTHBIX MOCJEAOBa-
reabnocTed renos nifD pByx BuaoB Rhizobium ¢ takosoit OPC serera-
THBULIX KJETOK He BBISBHJIO POMOJIOTHH, B TO BpeMst KaK Oblia obHapyKe-
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lia BHICOKAS FOMOJIOTHUHOCTH 3THX nociaefobaTedsiioctel ¢ C-KoHlesof
AMUHOKHCHoTHOH nocaegoBatensroctolo OPC rerepounctul. [lanube Bec-
Tepi-610THNMA CBUAETENLCTBYIOT O HAJIMYHH €JHHCTBEHHOH (opmbt Oeaka
nifD. Canenosatcavho, B Anabaena sp. PCC7120 sxcnpeccapyercsl TONBKO
«nepectpocHubli» rex nifD [109].

Bropasi mepecTpoiika, NPOHCXOAsiias INpH JAHPdepeHUHAUHH reTepo-
LMCT, 3aKA0yaeTcst B skcuusun ¢pparmenra JHK anuunofi okoao 55 1. m. H.
k3 rena fdxN (fdxN-nepectpoiika). Buipesawowmuiics dparment IHK nau-
uoit 55 1. n. . (fdxN-s;nemeut) B XpomocoMe BereTaTHBUBIX KJIeTOK (aH-
KHPOBAH [PSIMBIMH TNOBTOPAaMM AMHNOH O N. H., KOTOpHIE B CBOIO O4epelb
(uraHKUpOBANBl 06MACTSIMH YaCTUUHOH rOMOJIOrHH, DoJiee NMPOTAMEHHBIMU €
O[HOM CTOPOHBI, 4CM ¢ Apyroit (pHcyuok). FdxN-mepecTpoilka NpoBCXOLUT
B pesyabTrare cair-cnellHPuyecKod peKoMOMHAUKH MEXAY 3THMH NOBTOpa-
mu. [loBTOpHI, BOBJIeueHHble B nifD- u fdxN-nepecTpoiiku, e roMosoraunbl
Apyr apyry (pHcyHoK). Kpome Toro, npH HHAYKUHMH TeTepOLHCT B MHKPO-
a3pO6HBIX YCJAOBHSIX [IPOMCXOAHT ToNbKO fdxN-mepecTpofika, B To BpeMs
Kak nifD-uepectpoliku ne mpoucxoaur. Ilpu aTomM B KyabType He obHapy-
KuBaercs Mopdosorugeckux usMmenennii [116]). Muaxkrusauus resa xisA
B xpomocoMme Anabaena PCCT120, xoropeli BoBJacKaerca B nifD-nepe-
CTPOIKY, BJOKHPYET €e, B TO BpeMs Kak [dxN-nepectpoiika npu 3TOM npo-
HcxoAuT HopMmagbHo [80]. ITo-BHAMMOMY, epMeHTHl, BOBJEKaeMEe B 3TH
nepectpoliki, pasanunsl [109, 117].

FdxN-snevent Bpipe3aeTcss H3 XPOMOCOMBI B BHJA€ KO0/bllda H NDHCYT-
CTBYET B [EeTEPOUHCTAX, He AErpajupys H HE aMIIHQUUHPYSCh 3aMETHLIM
06pa3oM, XOTs H He MOXKeT GLITL BhlAEJEH B KoableBoll dopme [116].

FdxN-nepectpoiika npuBOJAHIT K BOCCTAHOBJEHHIO UEJOCTHOCTH rela
FdxN. B pesyabrarte rennl nifB, fdxN, nifS u nifU okasnBawoTca B Hemno-
cpeicTBeHUON OJH30CTH H, BO3MOXKHO, ofpa3yior onepon, a rbcLS-onepoy,
HaxoAsluiicsl B XPOMOCOMe BereTaTHBHOM KJETKH Ha PacCTOAHHH OKOJIO
65 1. 0. H. or resa nifS, okaswiBaeTCss B IeTePOUHCTe Ha paccrosHuu 10
T. 0. 1. oT uero [116, 117].

Beuio o6HapyxKeno, uTo npenaparbl naasMuasl pAn207 (nomyuena B
pesynbrate Kiaouuposauusa g pBR322 17 . n. H. EcoRI-pparmenra JHK
BereTaTHBHbIX KJaeTok Anabaena sp. PCC7120, BuyTpU KOTOPOro MNPOUCXO-
BHT nifD-nepectpoiika), BelaeneHHble uz E. coli, nomumo pAn207 pasme-
poM 21 T. m. H. cojepKaT APYTYI Mmi1asMuAy, MeHbHIVIO #a 11 t. . H. Oka-
3an0ck, 9to B E. coli ¢ HHM3KOH 4YacTOTOH NPOHCXOAHT choHTaHHas nifD-
nepecTpofika, pe3yJbTaTOM KOTOPOH siBAsSeTcsl MNOSIBJAEIIME MeHbUIeA 1Jas-
MuAbl. JIpd HOMOMIM TPAHCIO3OHHOrO MyTarenesa B npegenax nifD-sie-
MeHTa BOJH3H NOBTOpa BesHuHHOH 11 m. H., npoKcHMaabHOro X reuy nifk,
OBl JIOKAJNH30BAH TeH xiSA, KOTHPYIOLIHHA CAUT-CelH(DHYECKYIO PeKOMOH-
Ha3y, OTBeTCTBeHHYI0 3a nifD-nepecrpoiiky [118]. Ilpu ompeaesnenun nyx-
JICOTHAHOH MOC/J€A0BATEJLHOCTH 3TOH obsactw obHapyxuau OPC aaunoi
1 062 n. n., KoTOpast MOXKET KOJAHPOBATbL NOJHIENTHA € MOJEKYJSPHOH
maccofi 416 000. Ilpeackasannbiit 6GeJOK HMeeT CYMMapHHIH 3apaa 18,
uro corjacyercs ¢ oxuaaemblM aas JIHK-ceaswisalomero Senka [109, 118].

BrociedcTBHH asTOpbl NPOH3BETH CAlT-HANPABJICHHYI) HHAKTUBAIKIO
rena xisA B xpomocoMe Anabaena sp. PCC7120. Mytantsl B OTBET HA Je-
¢buUuT B cpefle CBA3AHHOrO a3ora 0OpasOBLIBAJH TETEPOUHCTH, B KOTOPHIX
HOPMaJbHO NPOHCXOANIA 3KCUHU3Us fdxN-3nemMenTa, 0lHaKo He MPOHCXOAHJA
nifD-nepecTpoiika. KieTkH TaKHX MYTaHTOB HOPMAJbHO POCJIH HA cpele C
NH;*, #Ho e Morau Henoab3oBaTh Ny B KauecTBe €ZHHCTBEHHOTO HCTOUIfH-
Ka asora. OueBHAUO, reH xisA HeoGXOAHMM AJs HOPMAJbHOH OSKCUH3HH
nifD-sneMenTa, TaK ke KAaK 9IKCUH3HA — IJs HOPMAJbHOHM SKCIPECCHH
reHoB asotgukcaunu [80].

Y A. variabilis ATCC29413 nabaionaercs Opranuaalis nif-reHos, CXo-
Has ¢ TakoBolt y Anabaena sp. PCC7120, u npu audpepenuuanyun retepo-
IHCT NPOHCXOAHT aHAJOrMuublil npouecc skcuuzud ¢parmcura NHK npun-
Hoit 11 T. m. u. M3 rena nifD (nifD-nepectpoiixa) [119, 120]. Ilpu stom
MOCJAEI0BATENbHOCTH NPAMBIX HOBTOPOB JJHHOH 11 1. H., QraHKHpYyIOmuX
nif D-snemeutsl Anabaena sp. PCC7120 u A. variabilis ATCC29413, unen-
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raunbl. MjgentHuna u Joxanuszauus rema xisA B mpefenax nifD-anementa
o6oux opranusmos. BoJtee Toro, ren xisA A. variabilis ATCC294]13 cnoco-
GeH KOMIJIEMeNTHpPOBAThL MyTaUuio xisA reva Anabaena sp. PCC7120. Ogn-
Haxo y A. variabilis ATCC29413 B nponecce puddepeHIHaldH [ETEPO-
LECT He HabJwogaeTcss nepecTpofiku, ananornunol fdxN-nepecrpoiike Ana-
baena sp. PCC7120. Onepou rbcLS A. variabilis ATCC29413 ynasnen ot
rcua nifS B BereTaTHBNBIX KJIETKAX H B FCTEPOUUCTAX NPHOJH3HUTEILHO HA
10 r. m. H.,, YTO aunaJOrHuHO PACNOJONKEIHIO 3THX I'e€HOB B FeTepOLHCTaX
Anabaena sp. PCC7120 [119].

IlpepriBucTHil nif HDK-onepoH, no-BUANMOMY, SBJACTCS OOUIMM NPH3HA-
KOM HCBCTBAIHMXcH UUaHoOakTtepuit [110—112]. HenssecTHo noka, Bce nu
UHAHOOAKTepHU STOH TPYANBl HMCIOT MOCACAOBATENbHOCTb, AaHANOTHUHYIO
nifD-snementy Anabaena sp. PCC7120. CxoncrBo nifD-snemenToB B Ana-
baena sp. PCC7120 u A. variabilis ATCC29413 Moxer GHTb PC3YyJAbTATOM
nHcepuun y oO0iero npeika. Bo3aMOXHO M IPOTHBOIOIOMKHOE: HJEMEHT
pPacnpoCTPAHUICS TOPH3OHTAJLHO B DE3yJbTaTe 11€3aBHCHMBIX HHCCPLUHH B
noclieoBaTeNbHOCTH-MULIeHH AJUHON 11 H. m., KOTophle A0JKHbBl OLITH KOH-
CCPBATHBIILl Y IIE€BETBSILIAXCH TeTePOLUCTHHIX LHANOOaKTEPHI BCIEACTBHE
pacmonoykennoro BHyTpu OPC BLICOKOKOHCepBaTHBHOro reHa [119].

Skcuusust nifD-saeMeriTa HaNOMHHAET TAaKOBYIO JIM30reHHoro (ara.
Daement el4, NPUCYTCTBYIOUIMH B [I€KOTOPHIX wWraMMmax E. coli, Moxer
ObITL NpUMepoM JeeKrTioro JAH30TeHHoro ¢ara. DTOT 2/eMCHT Bbipe3aeTcs
u3 xpoMocoMmel E. coli moj pefictsuem Y®-ofayuennst [121] u xoaupyer
rempl, HeOOXOMfMBIC A5 JHICTEHHH W IepecTpPoWKH B calitax aff U el4
[122, 123]. 2aemenr el4 colepXKHrt TaKxKe TeH pin-pecKoMOHIIa3bl — ujeH
hin, gin, pin-cemeiicTsa pekKoMOHIA3,— KATAJIHRUPYIOUIHX HIBEPCHIO 1IPH-
neraioueit o6aactu P aamnoit 1,8 1. moow. [123]. Ecan nifD-3nemcur as-
nsiercs gedeKTHBIM JH30renHbM daroM, OH MOXKET AaBaTL NpedMYIecTBa
BEreTATUBHEIM KJIETKAM XO35HHA B BHJI€ HMMYHHOCTH K HMH(PCKUHH TCM XKe
AU POACTBEHHBIM (ParoM HJIHM NOCPEACTBOM COOOLIEHHST CHCTEMBL PECTPHK-
uu — Moanpurauud. Hau, waobopot, saeMmeHt nifD MOXKeT 3alIHIIATH
oT HuderMu HaroM, 1e POACTAEHHEIM 3JeMeHTY.

SOME ASPECTS OF MOLECULAR CYANOBACTERIAL GENETICS

M. F. Alekseyev, N. A. Kozyrovskaya

Institute of Molecular Biology and Genetics,
Academy of Sciences of the Ukrainian SSR, Kiev

Summary

The review is devoted to the molecular cyanobacterial genetics. Data on systems of ge-
netic exchange, endogenous plasmids, mobile genetic elements, specific endonucleases,.
developmental genc rearrangements, gene cloning and cloning vectors are summarized,
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