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CIIUCOK COKPAIIIEHUM

(B anpaBUTHOM NOPSIAKeE)

AT'JI — N-anui-romMmocepuHIaKTOH

AOK — akTHBHBIE (POPMBI KHCIIOPOJA

BMAA — Gera-N-metunamun-L-ananun

BOXX — BeicOkO3(phekTHBHAS KUAKOCTHAS XpoMaTorpadus
I'OI'AT — rmyraMuHOKCOTITyTapaT aMuHOTpaHchepasa
I'C — rmyramMuHCHHTETa3a

JIMCO — mumeTrncynbPoKCHT

JIMJIC — numetuaucyibhu

JIMTC — qumetuntpucynbdun

JHK — ne3oxcupruOoHyKI€MHOBAsT KUCTIOTA

a-KI" — anbda-kerornyrapar

JIOC — neryuyune opraHu4ecKkrue COeAMHEHUS

MC — macc-cieKTpoMeTpus

HBA — HebGenkoBbie aMUHOKHCIIOTBI

HMJA — N-metun-D-acnaprar

I.H. — IIap HYKJIEOTHJIOB

IIIP — nonnMepas3Has nenHas peakuus

PHK — pubonyknenHoBas KucioTa

TCX — ToHKOCIOIHass XpoMaTorpadus

TXVY — TpuxnopykcycHast KUCIOTa

OI'TA — 3TUNEHITIMKONIb TETPAyKCYCHAsl KUCIIOTa
OJTA — >TuiIeHIMaMUHTETPAYKCYCHAsI KHCIIOTa
Aza-Trp — 7-azarpuntodan

B2TA — Gera-2-TueHunananuH

BLAST — Basic Local Alignment Search Tool

C6-T'JI — N-rekcaHOMJI-TOMOCEPUHIIAKTOH

C4-T'JI — N-OyTaHOMJI-TOMOCEpPUHIIAKTOH

C8-T'JI — N-okTaHOUI-TOMOCEPUHIAKTOH

C12-I'JI — N-10aeKaHOMII-TOMOCEpUHIIAKTOH

Chl — xopodumt

DCMU - 3-(3,4-nuxnopdenun)-1,1- tuMeTHIMOYEBHHA
GenBank — ba3za nannaeix NCBI (http://www.ncbi.nlm.nih.gov/Genbank)



GST — ryratuonTpancdepasza

HepR — heptanone resistant

MOPS — 3-mopdonunonponancyabpoHOBast KHCIOTA
MSX — L-MeTnoHUHCYIb(POKCUMUH

NCBI — National Center for Biotechnology Information
NR — nonanone resistant

PBS — narpuii-pocdarnsriii 6ydep

30Cs-I"JI — N-(3-0KCO-TeKCaHOMI)-rOMOCEPHHIAKTOH
30Cs-I'JI — N-(3-0KCO-0OKTaHOMII)-TOMOCEPUHIIAKTOH
QS — Quorum Sensing

UGT — Y 1®-rimrokypoHMITpanchepasa

UndR — undecanone resistant

X-Gal — 5-6pomo-4-x10p0-3-uHmoaui-B-D-ramakro3us
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|. BBEAEHUE

AKTYaJIbHOCTDb MCCJIeI0BAHUS

B nocnennue roapl HakarauBaeTcs Bee OO0JIbIIE JaHHBIX, TOKA3bIBAIOIINX, YTO BTOPUYHBIE
MeTa0OoIUTHI OAKTEPHl MOTYT MPOSBIATH pa3HOo0Opa3Hble (YHKIIMU U OKa3bIBATh IIICHOTPOITHOE
neiictBue Ha Merabonmu3M OakTepuid, y4acTBYsl B PETYJSIIHMHM KIETOYHBIX IPOIECCOB, B
KOMMYHHKAIMHU 0aKTepPHUil U UX B3aUMOJICHCTBUU C BBICIIMMU OpraHU3MaMH.

B moeit paGote OblTH UCClIeJOBaHbI OMOJIOTMYECKHE aKTUBHOCTHU JABYX THUIIOB BTOPHYHBIX
METa0OJIUTOB — 1) JETy4ux OpraHMYeCKUX COCIUHEHHH, CHHTE3UPYEMBIX ITOYBEHHBIMHU
OakTepusiMi, U 2) HEOETKOBOW aMUHOKHUCIOTHI OeTa-N-meTmnamun-L-anannna, CHHTE3UpyeMon
IUAHOOAKTEPHSIMH.

B nacTosiee Bpems pacTyiiee BHUIMaHHE UCCIIeI0BaTeNeH MpuBiekaeT GeHOMEH CHHTE3a
aetyuux opranundeckux coenuHeHuit (JIOC) wmukpoopranmzmamu. Crajio H3BECTHO, YTO
MUKpPOOPTraHU3Mbl CUHTE3UPYIOT orpoMHoe KosnnuyecTBo JIOC, ci1abo M3y4eHHBIX U COBCEM HE
U3YyYEHHBIX; MHOTHE W3 HHX HE WICHTHQHIUpOBaHBL. Cpeau HUX BEIIECTBA pa3IMYHON
CTPYKTYpPBI: CIUPTHI, KETOHBI, aJIbJAECTUIbI, KUCIOTHI, TEPIICHOUIBI, CEPOCOIEPIKALINE COSTUHEHUS
u ap. Muorue JIOC mnposBISIIOT aHTUMHKPOOHOE JEHCTBHE, IPyrue CTUMYJIHUPYIOT POCT
pacTeHui, OakTepui, SABISIOTCS CPEACTBOM KOMMYyHHKanuu 6akrepuit («infochemicalsy) u t.1. O
MEXaHuW3MaxX WX JEeUCTBUS W OWOCHMHTE3a Wu3BEeCTHO KpaiHe wmamo. Wiyuenue JIOC
MHUKPOOPTaHU3MOB — HOBasl pa3BUBaroImascs obnactb uccinepoBanuil. JIOC, Bwiensiemble
MHUKPOOpPTaHU3MaMH, SIBJISIOTCS IIEHHBIM HCTOYHHMKOM HOBBIX XHMHYECKHMX COEAMHEHUH C
TIOJIE3HBIMU TS YEJIOBEKa CBOMCTBaMHU B OMOTEXHOJIOTHH, CEITbCKOM XO035HCTBE, METUIIHHE.

Cpenu pas3IMYHBIX TaKCOHOMHYECKHX TPYIIl PH300aKTEPUil, CTUMYIHPYIOUIHX pPOCT
pacTeHHi, MMPOKUM HAOOPOM IMOJIE3HBIX JIi PACTEHUH CBOMCTB BBIACISAIOTCS pU30C(HEpHBIE
Oaktepun ponoB Pseudomonas u Serratia, KoTopbie SBISIOTCS MNOTCHIMAIBHBIMH OOBEKTAMU
OMOTEXHOJIOTHH IS pa3pabOTKH OMOJIOTMYECKUX CPENICTB 3AIIUTHI PACTCHUN OT (PUTOMATOTEHOB,
a Tak)ke OMOTpernapaToB, CTAMYJIHPYIONINX POCT U TIOBBIIIAIOIINAX MPOAYKTUBHOCTh PACTEHUH Ha
ux ocHoBe. B Hacroseit pabote Obutn uccienosansl JIOC stux aByx ponoB Oakrepuit (P.
chlororaphis, P. fluorescens, S. plymuthica, S. proteamaculans) u ux neiictBue Ha pa3THYHBIC
OHroJI0ornYecKre 0ObEKTHI.

B psimy BTOpHYHBIX METaOOIUTOB 0CO00E MECTO 3aHUMAIOT HEOSIIKOBbIE aMUHOKHCIIOTHI.
HebenkoBble aMMHOKHUCIIOTHI, CUHTE3UPYEMbIE PACTEHUSAMU U MUKPOOPTaHHW3MAaMH, SBISIOTCS
OMOJIOTHYECKH AaKTUBHBIMU BEIIECTBAMH, YYaCTBYIOIIMMH BO B3aWMOJICHCTBHM OpPTaHHU3MOB C
OKpY Karolllel cpesioil, OHU BBIMOJIHSIOT 3alIUTHBIE U PEryIsSTOpHbIe (QYHKLNH, 3a7€ICTBOBAaHbI B
nepefaye CUTHAJIOB M B OTBeTe Ha cTpecc. OHHM SBIAIOTCS 3HAYUTENBHBIM PE3EPBOM

OpraHru4YeCKOro a3ora BO MHOI'HMX 3KOCHCTCMAX. HeOenkoBele aMUHOKHCIOTBI IpoKoO
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pacIpoCTpaHEHbI B IPUPOJIE U OKAa3bIBAIOT CYIIECTBEHHOE BO3/ICHICTBHE HAa OPIaHU3MBbI )KUBOTHBIX
u yenoBeka. Cpean HeOEIKOBBIX aMUHOKUCIIOT OOHapy)KeHa aMMHOKuUCIIOTa 6eta-N-MeTniamun-
L-ananun  (BMAA), «xotopass  sBIsS€TCS  ONAcCHbIM  HEMPOTOKCHHOM,  00pa3zyeMbIM
IUaHOOAKTEPHSIMH.

B Hacrosmiee BpeMs OCHOBHOE BHHUMAaHHE YAEISIOT HKOJOTHYECKOMY AaCIEKTy
AKKYMYJISIIIMY STON HEOEIKOBOM aMHUHOKHUCIIOTHI B CKOTUICHHSIX (DUTOIUIAHKTOHA U MEAMLIMHCKOMY
acnekTy BozaeiictBusi BMAA Ha HepBHyIO cucteMy I103BOHOYHBIX. BMAA sBusercs
CTPYKTYPHBIM aHAJIOIOM IJIyTamaTa M CBS3BIBAETCS C INIyTaMaTHBIMM PELENTOpaMu B MO3re
YeJI0BeKa U )KUBOTHBIX. [[0JydyeHO MHOrO CBUAETENBCTB TOrO, YTO HakomieHne BMAA no nensim
NUTAHUS U €r0 aKKyMYJISIUS B OpraHU3Me Y€JI0BEKa U )KMBOTHBIX MOYKET IPUBOJIUTh K Pa3BUTHIO
HelpojereHepaTuBHbIX 3a00JIeBaHUM, TAKUX Kak Oosie3Hb AJblreiimMepa, [lapkuHcona 1 60koBOM
amuoTpoduueckuii ckiepos. Ilockonbky cunre3 BMAA GUTOIIIaHKTOHOM Hpe/CTaBisieT coO0i
HNOTEHIMATIBHYIO YTPO3Y JUISl 3I0pOBbsI UEJIOBEKA, HE MEHEE BaXKHBIM sABJISCTCA (QyHIaMEHTaIbHAs
npobJemMa BccIeI0BaHus MPOLEeCCOB (OPMHUPOBAHUS U META00IM3MA IIMAHOTOKCHHOB B IPUPOJIE,
uX (QYHKIMOHAIBHOM 3HAYMMOCTH B MUKPOOHBIX NOmyssuusix. OIHaKO COBPEMEHHBIE 3HAHUSI O
OpUYMHAX U yclaoBUsAX cuHTe3a BMAA, upes3BblyaiiHO cKyaHbl. CBeleHHH O peryisuuu

oOpa3oBanust BMAA u ee (hu3H0I0rn4ecKkoil poid B IMaHOOAKTEPUSIX MPAKTUIECKHU HET.

Henu u 3aga4un padoTbl

Heab palGoTbl - HM3yuuTh OHONOrHYECKHE (DYHKIUHM, MOJIEKYJISPHO-TEHETUYECKHE U
(U3MOTIOTHUECKUEe MEXaHU3MBbI IEHCTBUS JIETYUYUX OPraHUYECKUX COEAMHEHHH, TPOAyLIUPYEMBbIX
OYBEHHBIMH OaKkTepussMu poioB Pseudomonas u Serratia, u HebeKkoBoi aMMHOKUCITIOTEI BMAA,
CUHTE3UPYEMON LIHaHOOAKTEPUSIMHU.

3aga4u MCCIIeI0BAHUS:

1. W3yuuth pelicTBHE Myna JIETy4YUX OPTaHUYECKUX BEIIECTB, CUHTE3UPYEMBIX
Oaktepusimu pogoB Pseudomonas u Serratia, u ux Hanbojee 3HAYMMBIX WHIAWBHIYATbHBIX
JETYYMX COeTMHEHUI Ha OakTepuu, rpuObl U 0€CIIO3BOHOYHBIX JKUBOTHBIX.

2. 3yuuTh BIUSHUE MYyTaIMil B FeHaX psijia TI00albHBIX PETryIsSTOPOB AKCIPECCUN T€HOB
OaKTepHil Ha CUHTE3 JIETYYUX OPraHMYECKUX COCAMHEHUI.

3. MWnentudpunmpoBars TreHbl IMaHoOaktepun Synechococcus sp. PCC 7942,
OTIPENIETISIONINE YyBCTBUTEIBLHOCTH KJIETOK K AeiicTBUIO JIOC KeTOHOB.

4. N3yuuts neiictBue BMAA Ha Mopdonoruio 1 Gpu3noI0THIo KIETOK a30THUKCUPYIOIIEH
mano6akrepun Nostoc sp. PCC 7120.

5. U3yuuth aeiictBue BMAA Ha 3KCIpeccuro reHOB, MPOAYKThI KOTOPBHIX BOBJICYEHHI B

a30THBIN MeTaboau3M nuanobakrepun Nostoc sp. PCC 7120.
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Hayunasi HOBU3HA M NpaKTHYecKas 3HAYMMOCTh

B xo1¢ paboThI ObLT POBEICH aHAIM3 CIIOCOOHOCTH psijia OakTepuit pogos Pseudomonas
u Serratia cCHHTe3UpOBaTh JICTyYUE BEIIECTBA; MIOKA3aHO, YTO OHU 00JIAZal0T aHTarOHUCTUYCCKOM
AKTUBHOCTHIO B  OTHOIICHWU psila [POKAPUOTUYECKUX  (reTeporpodHble  OaKTepuw,
[IMaHOOAKTEPUH) U DYKAPUOTHUCCKUX OPTraHu3MOB (IrprObI, HEMaTObl, Apo30duiibl). BriepBrie
ObLIa WCCIIeJOBaHA BO3MOKHOCTh HEKOTOPBIX TIIOOABHBIX PEryIsSTOPOB T'€HHOW 3KCIPECCUU
MHUKPOOPTaHU3MOB KOHTPOJIMPOBATH CHHTE3 JIETYYHX COCIMHEHHMH y 3TUX Oakrepwii. Briepsbie
ObLIO M3yueHo AeiicTBue MHAMBHUIYaTbHBIX JIOC, BIOENSIEMBbIX dTUMH OaKTepUsSMU (KETOHOB,
TUMETHIIUCYIbGuaa, 1-yHIeleHa) Ha OpraHu3Mbl Pa3IUYHbIX TAKCOHOMUYECKUX TPYIII, B TOM
yuciie nuaHoOakrepuu, napo3oduily W HeMaroabl. BrepBele OBUTM TONYYEHBI MYTaHTHI
mano6aktepun Synechococcus sp. 7942, ycroituuBble K JIECHCTBHIO KETOHOB 2-HOHAHOHA, 2-
renTaHoHa u 2-yHaekaHoHa. UneHTHUIIMPOBaHbI T€HBI, OMIPEIESIONINe YyBCTBUTEIBHOCTh ATON
[MaHOOAKTEPHH K IEHCTBUIO 2-HOHAHOHA M KOJAUPYIOIINE MyPEUH-TIENTH/I-JINTa3y, y4acTBYIOIIYIO
B TIporiecce OWoreHe3a KIICTOYHOW CTeHKW ImaHobakrepuii, ABC TpaHcnoprep u Oelok,
conepxauuii VRR-NUC nomen, npucyrcTByromuil B pepmMeHTax pectpukuun-moauduxanmu. C
TOYKH 3PEHHUS MPAKTUYECKON 3HAYMMOCTH, IMOJYyYEHHBbIE NAaHHBIE MOTYT OBITH IOJIE3HBI IS
pa3paboTKu mpenapaToB OMOJIOTHYECKON 3alUThI OT (PUTOMATOTEHOB.

B xone pabGoTel BmepBbie OBLIO OOHAPYKEHO, YTO HeOenkoBas amMuHOKHCIOTa BMAA
WHTUOMpYET oOpa30BaHHME TETEpPOLMCT MPU HCTOIICHHUH a30Ta B Cpele U HHHUIIMHPYET
dbopMUpOBaHUE TETEPOIUCTONOMAOOHBIX KIETOK Ha Cpelle CO CBSI3aHHBIM a30TOM B KYJIBTYpe
HUTYaTOH azordukcupyromei nuanodakrepuu N. 7120. bouto uccnenosano aeiicreue BMAA Ha
HKCIIPECCHI0 TE€HOB, BOBJICYEHHBIX B a30THBIM MeTa0OJIM3M, U BIIEPBBIE MOKa3zaHo, uTo BMAA
yuactByeT B peryisinun nuddepermupoku kiaetok N. 7120. IlomyuenHnsle B paboTe JaHHBIC
UMEIOT OOJBIIIOE 3HAUYEHHUE ISl AambHEHINX (DyHAaMEHTaTbHBIX UCCIIEIOBAHUNA MOJEKYISIPHBIX
MEXaHM3MOB  PEryJlsllMd  a30THOTO MeTa0olu3Ma W KJIETOYHOH  AuQepeHInpPOBKU
a30T(OUKCUPYIOMHNX 1TMAHOOAKTEPUH, a TaKKe B DKOTOKCHMKOJIOTHYECKHUX HCCIICIOBAHUSAX,

HaIlpaBJIEHHBIX HAa KOHTPOJIb 3a akkymyisanueit BMAA B npupone.

IMos0:keHns1, BLIHOCHMbIE HA 3aIUTY
1. Jleryune BemiecTBa TMOYBEHHBIX OakTepuit pomoB Pseudomonas wu Serratia
WHTHOUPYIOT POCT Pa3IMYHBIX MHUKPOOPTaHU3MOB W OKa3bIBAIOT JICTAIbHBIA 3()dekT Ha
0CCII03BOHOYHBIX JKHBOTHBIX.
2. Kerons! (2-HOHaHOH, 2-yHIEKAHOH, 2-TenTaHoH) u auMeruiaucynbhun (JAMJC)

OKa3bIBAIOT MHTHOUTOPHOE U JIETAIbHOE ACHCTBUE HA MPO- U SYKApUOTHUECKUE OPTaHU3MBI.
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3. 2-HOHAHOH OKa3bIBACT IUICHOTPOITHOE JEHCTBHE HA KICTKH I[MAHOOAKTEpUU
Synechococcus sp. PCC 7942. B myrantax S. sp. PCC 7942, ycTOWYHMBBIX K JACHCTBHIO 2-
HOHAHOHA, WHAKTUBHPOBAHBI T'EHBI, KOTOPHbIE B KJIETKAX JHUKOTO THUMA KOJUPYIOT OENKH,
YYacTBYIOIIME B OHMOTEHE3e KIETOYHOW CTEHKH ItmaHobOaktepwii, metabonusme JJHK u ABC-
TpPaHCIIOPTE.

4, Cunre3 (epMEeHTa HUTPOTEHA3bl, YYACTBYIOIIETO B IMporecce a30T(uKcanuu B
kieTkax nuanobakrepuun Nostoc sp. PCC 7120, u nuddepeHiupoBka reTeponuctT THruOupyroTCs
HeOenKoBO# amuHOKUCTI0TON OeTa-N-meTrmnamun-L-ananuanom (BMAA).

5. BMAA perynupyeTt 3KCIpecCHIO T€HOB, IPOAYKThI KOTOPBIX BOBJICUEHBI B @30 THBIM

MeTa0oIM3M | KIeTouHyo nuddepenuupoky nnanodaxrepun N. sp. PCC 7120.

Anpobanusi padboTbl

OcHOBHBIE MaTepuaibl AUccepTanuu Obun peactabieHbl Ha X X1, XXV, XXV, XX VI,
XXVII u XXVIII MexayHapoaHbIX 3UMHUX MOJIOJEKHBIX HayyHBIX HIKonax «llepcriekTrBHBIE
HarnpaBJICHUsT (PU3MKO-XMMHUYECKOW Ouonoruum u OuorexHonorum» (Mocksa, 2011-2016); VI
Coe3ne BaBumoBckoro o6miectBa TeHETUKOB U cenekiuonepoB (PocroB-na-Jlony, 2014);
Bceepoccuiickom  cumnoszuyme  «CoBpeMeHHble IpoOJaeMbl  (PU3HONOTHUH, SKOJOTUM U
OMOTEeXHOJIOIMH MUKpoopraHu3MoB», (Mocksa, 2014); 5-m Konrpecce mukpoOunosnioros Espornst
(FEMS) (Jleiinuur, I'epmanus, 2013); XIX, XX u XXII MexayHapoaHblx HaydHBIX
KOH()EpEeHIMSIX CTYIEHTOB, aCTUPAHTOB U MOJOJBIX yueHbIX «JlomoHOCOB» (MockBa, 2012, 2013,
2015); HayuHoil koH¢epeHIIMH MO0 OMOOPraHUYECKOM XMMHMHU M OMOTEXHOJOTMHM «X YTEHUS
namatu akagemuka 0. A. OBumnHuKOBa» (MockBa-Ilymmuo, 2011); IV MexaynaponHoi
koHpepenimu «BioMicroWorld 2011» Toppemonunoc, Wcmanus, 2011); MexayHapoaHoi
HayyHOil KoHQepeHiMn «®dusznonorus u OHUOTEXHOJOTUS OKCUTE€HHBIX (OTOTPODHBIX
MHUKPOOPIraHu3MOB: B3I B Oyaymee» (Mocksa, 2014); X MonoaexHo# MmKoje-KoHpepeHIN
«AKTyaJbHbIE€ aCMEKThl COBpeMeHHOW MukpoOuonorum» (Mocksa, 2015); 5-m Beepoccuiickom
CUMIIO3UYME C MEXIYHAPOJIHBIM ydacTueM «ABTOTpo(dHbBIE MUKpoopranu3Mel» (Mocksa, 2015);
II MexnyHapoJHON Hay4yHO-IPAKTUYECKOH KoH(epeHIH, «Boropocian W nuaHoOaKTepuu B

HNPUPOHBIX U CEIbCKOX03IUCTBEHHBIX 3KocucTeMax» (Kupos, 2015).

Hy0ankanun
ABTopoM omnyOnukoBaHa 21 medatHas pabGoTa, B TOM 4Mcie S5 craTeil mo Teme
JUCCEPTALMOHHON paboOThl B KYypHajax, BXOIIIMX B IEpPEUCHb PELEH3UPYEMbIX Hay4HBIX

KYpHAJIOB M M3JaHuM, pekoMeHa0BaHHBIX BAK MunoOpHaykwu.
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I1. OB30P JIMTEPATYPbBI

1. Jleryyue BemecTBa 0aKTepPUH-aHTATOHNCTOB

1.1. Acnekmul KOHKYpeHmHOIU 00PbOBI OAKmMepUil-aHmMa2oHUCM 08 8 pusocghepe

MUKpOOHBI  aHTaroHW3M  SBISETCS  OAHOM M3  (GOPM  B3AMMOOTHOLICHHI
MHUKPOOPTaHU3MOB B OJIHOW IKOJIOTHUECKOW HUILE, a OaKTepUSIMHU-aHTArOHUCTAMU CUUTAIOTCS
OaKTepuu, NOJABIISIONINE POCT JPYTUX OPTaHU3MOB.

Y CTaHOBIIEHO, YTO OaKTEpUH-aHTArOHHCTBI WIPAIOT BAXHYIO pPOJb B IOJaBICHUU
3a00JIeBaHM PACTEHUIA, BBI3BaHHBIX (PUTONMATOreHHBIMI MUKpoopranuzMamu [Cook et al., 1995;
Gupta et al., 2000; Whipps, 2001; Weller et al., 2002]. BcrneacrBue 3TOro, moHHMaHHE
0COOCHHOCTEH ¥ MEXaHHU3MOB JCUCTBUS OaKTEpPHUU-aHTATOHUCTOB MOJXET COJICHCTBOBAThH
Pa3BHUTHIO YCIICIIHBIX METOIOB OHOsTornueckoro kouTpoJs [Kai et al., 2007].

MexaHu3Mbl, OTBEYAKOIIUE 32  AHTArOHUCTUYECKYI)  AKTUBHOCTh,  BKJIFOYAIOT
WHTUOMPOBAHNE TaTOTEHOB, KOHKYPUPOBAaHUE 32 MeCTa OOWTaHMs, KOMIIOHEHTHI MUTAHUS M
MuHepasisl, napasutusMm [Handelsman u Stabb, 1996; Bloemberg u Lugtenberg, 2001; Bais et al.,
2004; Walker et al.,, 2003; Haas u Defago, 2005]. Dto oObluHas cTpaTerusi OaKTEpHii-
AQHTArOHUCTOB IS KHTHOUPOBaHHS (PUTOMIATOTEHOB C IIOMOIIIBEO BBIJICIICHHUS IPOTHBOMHUKPOOHBIX
METa0OJIUTOB, KOTOPHIMH SIBIISTFOTCSI aHTUOMOTHKH, TOKCHHBI M OMOJIOTHYECKHE TIOBEPXHOCTHO-
akTHBHBIC BeniecTBa [Raaijmakers et al., 2002].

3HaYMMBIM HHCTPYMEHTOM KOHKYPEHTHOW OOpbOBI SBJISETCS CHHTE3 AHTUOMOTHKOB.
[Itamm Pseudomonas aureofaciens 30-84, BbineneHHbIH U3 pu3ochepbl MIICHUIBI, SBISICTCS
3¢ (EeKTUBHBIM areHTOM OHOJIOTMYECKOr0 KOHTpPOJISl 3a CYEeT WHIMOMpOBaHMSI pocTa rpuda
Gaeumannomyces graminis var. tritici, BbI3pIBaoliero 3a0osieBaHHe MIICHUIBI [Pierson u
Thomashow, 1992]. TIpoayiupoBanue Tpex GeHa3HHOBBIX aHTHOMOTHKOB 00ECIEYMBACT STOMY
HITAaMMY CIIOCOOHOCTh K AaHTAarOHUCTUYECKOMY IIOJaBJICHUIO JPYTUX OPraHU3MOB B XOJ€
KOHKYPEHTHOU 00pbObl. BbUTO BBISICHEHO, 4TO, KpoMe (DeHA3MHOB, ATH OAKTEPUH CHUHTE3UPYIOT
IK30MPOTEa3bl, CUACPO(OPHl U CHHIIFHYIO KHCIIOTY, KOTOPBIE TaKKe€ MOTYT y4acTBOBaTh B MIX
aHTaronuctuueckom aericteuu [Chancey et al., 1999].

BelenepeurcienHble COEAMHEHUST YYacTBYIOT B IIpoIecce MoJaBieHus 3a00sieBaHui y
pacrenuit [Zhang u Pierson, 2001]. Pasnuunsie mrammer Enterobacter spp. ucrmons3yroTcst B
KadecTBe () PEKTUBHBIX ar€HTOB OMOKOHTPOJIS, 00TaTA0IINX aHTATOHUCTHYECKOW aKTUBHOCTHIO
OTHOCHUTEIBHO MHOTHX (uTomaroreHHbIXx rpuboB. Hexoropsie m3omsarsl Enterobacter cloacae
3alUIIAIOT OT Pa3HbIX THUJIEW M JOBCXOJ0BOW T'MOENN Ca)KeHIIbl TOpoXa, CBEKIIBI, XJIONKAa U
Or'YpIIOB, KOTOpbIC BbI3bIBatOTCsA Pythium spp., a Takke OT APYrMX MOBPESKACHHIA pacTCHHH,
NpUYMHON KOTOphIX siBisitorcst rpuObl [Chernin et al., 1995]. IlItaMMbl TOYBEHHBIX OaKTEpHiA

Enterobacter agglomerans, sBisomuecs aHTarOHUCTaMH MHOTHX (DPUTOMATOTCHHBIX TPHOOB,
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00J1a/1a10T XUTUHOJIUTUYECKOW aKTUBHOCTBHIO U DKCKPETHPYIOT KOMIUIEKC XUTHHOJIUTHUYECKUX
depmentoB [Hadar et al., 1983; Nelson, 1988; Sneh et al., 1984; Chernin et al., 1995]. Kak
3 PEeKTUBHBIE areHTHI JUIsI OMOKOHTPOJIS Pa3BUTHSA (UTONATOICHHBIX TPHOOB B JIUTEPAType
onuceiBatorcs, mrammel P. fluorescens u S. plymuthica, ciocoGHble kK CHHTE3y aHTHOMOTHKOB
[Ovadis et al., 2004; Dandurishvili et al., 2011].

Heckonpkumu uccnenoBaTeasiMi ObUTO TIOKAa3aHO, YTO Ha POCT TPUOOB MOTYT OKa3bIBaTh
BiMsiHUE JieTyune opranudeckue coeaubeHus (JIOC) mouBennbix Oaktepuii [Alstrom, 2001;
Wheatley, 2002]. Uccnenoanue obpazoBanus JIOC B mOYBE COMPOBOKIAETCS CIAONKHOCTSIMH,
COMPSKEHHBIMU C OTPOMHBIM KOJIMYECTBOM Pa3HOOOpA3HBIX MapaMeTpoB, BIUSIOIIUX HA HX
dopmupoBanue. Kpome paznuumnii B cOCTaBe MOYBEHHBIX COOOIECTB, 00pa30BaHNE MHUKPOOHBIX
JIOC B mouBe CWJIBHO 3aBUCHT OT JOCTYHMHOCTH KHCIIOPOJId, KOMIIOHEHTOB NHTAaHUS U OT
buznonorut MUKpPOOPraHu3MOB. J[OCTYMHOCTh MHUTATEIbHBIX BEIIECTB M KHUCIOPOIA, B CBOIO
ouepelib, 3aBUCUT OT TAKUX SKOJOTHYECKHX (PaKTOPOB, KaK BIAYKHOCTh TIOYBBI, €€ CTPYKTYypa WU
mukpoOHas aktuBHOCTh [MCNeal u Herbert, 2009].

JlocTynHOCTh ~ KHClIOpona ObUla TpH3HaHA OJHMM U3 OCHOBHBIX I1apaMeTpOB,
onpeaensomux tun npoayuupyembix JIOC. B aspoOHBIX YCIOBHSIX PHEPTUs pacxoayercs Ha
POCT KJIETOK U JIMIIIb CJIEIOBbIe KOJIMYECTBA TPATATCS Ha 00pa3oBaHNE BTOPUYHBIX META0OIUTOB,
K KoTopeiM MoryT oTHocutbca M JIOC. Ilpm MuKpoaspoOHBIX M aHA3pPOOHBIX YCIOBHUSAX

pa3HooOpasue u KomuuecTBO BbiiensieMbix JIOC 3HaumTenbHO yBenumumBaeTcs [StotzKy wu

Schenck, 1976; Seewald et al., 2010]

1.2. Jlemyuue sewiecmea 6axmepuii-aHmazoHUCmo8 U ux XapaxKmepucmuKku

MUuUKpOOpraHu3mMbl  MPOAYHUPYIOT MHOXKECTBO PA3IUYHBIX JIETYYUX OPTaHUYECKUX
COCIMHEHUI B XOJIe pacIleIUIeHHus OpraHuYeckux BemiecTB. TakuMm oOpazom, JIOC sBustoTcs
NMOOOYHBIMU TPOAYKTAMU Pa3HBIX MYyTEH BTOPUYHOTO MeTabosiM3Ma U MOTYT OBITh IMPOCTO
MPOIYKTAMU JKU3HEACATEIPHOCTH W BMECTE C OTHM UIPaTh POJb CHUTHAIBHBIX MOJIEKYI
[Mayrhofer et al., 2006]. /loka3aHo, 4TO BTOpHUYHBIE METAOOJUTHI YYaCTBYIOT B Ha3eMHOM
KOMMYHHKAITUN MEXIY JKUBBIMH OpPTaHU3MaMH, U OBLIO MOKAa3aHO, YTO OHM TAK)KE BAXKHBI U B
KoMMyHHKaluu B iouBe [Rasmann et al. 2005]. B pa6ore [Kai et al., 2007] uzyuanucey masnbie
OpraHu4ecKue MOoJIeKyJbl (MosiekymspHas macca <300 ), xapakTepusyromuecs BBICOKUM
JIaBJICHUEM MApOB U IMO3TOMY JIETKO mepexondiue B jerydee cocrtosHue. Takue JIOC moryt
JEHCTBOBATh B IIUPOKOM JUAMA30HE PACCTOSTHUM M 00JaCTU MX aKTUBHOCTHU PACIPOCTPAHSIOTCS
OT OMIKHUX B3aMMOJICHCTBUI 10 B3aUMOJICHCTBUS Ha 3HAYUTEIBHBIX PACCTOSHUSAX 32 CUET

BO3AyIIHOM quddy3un, BKIIOYas mepeMerienre B mouBeHHbIx mopax [Wheatley, 2002].
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Breinenenne JIOC OakTepussMH-aHTarOHUCTAMU HM3y4ajdoCh TaKK€ C TOYKH 3PCHHS
HOJIy4eHHs pecypca, 00J1aJaroero npoTHBOrpuoKoBoit akTuBHOCTHIO [Kali et al., 2007]. B cratse
[Pare u Tumlinson, 1999] 6butn OnyOIMKOBAHBI JaHHBIE O KoduuecTBeHHOM m3MepeHunu JIOC,
UCITYCKAaeMbIX Pa3IMYHBIMH BHJAMH CEJIbCKOXO3SHCTBCHHBIX PACTCHHH B J1a0OPATOPHBIX
ycnoBusax, a B ucciuemoBanuu [Ryu et al., 2004] mokasansl pesynabTarhl BoiaeneHus JIOC
pHU300aKTEPUSIMH, CTUMYJIMPYIOIIUMHU POCT PACTCHUH.

Kak mokazanu pe3ynabTaThl HCCIEOBAHUH, JIETYYHE OPraHUYECKHE COCTUHEHUS C MAJIBIM
MOJICKYJISIPHBIM BECOM, TaKWE€ KaK TEPIICHOUIbI, (PCHHITIPOIIAHOH b, OCTATKU YKUPHBIX KHCIIOT
(GYHKIHOHMPYIOT KaK CUTHAJBI /I KOMMYHHKAIIMK BHE M BHYTpU opranusmos [Kai et al., 2007;
Scholler et al., 2002; Wheatley, 2002; Pare u Tumlinson, 1999; Piechulla u Pott, 2003].

OTH COeAMHEHHWS MOTYT OKa3blBaTh HETAaTHBHBIA WIIM TIOJOXHUTENbHBIA 3P (eKT Ha
OpraHu3Mbl, BOCIPUHUMAIOIINE CUTHAL. Tak, CII0KHAsE CMECh JIETYYUX JJAKTOHOB U TEPIICHOUIOB
(BKJIIOYAsi TEOCMHH), oOnajnaromias aHTUOMOTUYECKUMH CBONCTBaMH, Oblia oOHapyxeHa Yy
Mopckux BuioB Streptomyces [Dickschat et al., 2005]. B uccnenosanuu [Schéller et al., 2002]
Obut0 M3yuyeHo 26 BuaoB Streptomyces u upentudumupoBano B obmem 120 pazmuunsix JIOC,
BKITIOYAIOIIUX aJIKaHbl, AJKCHBI, CIIUPTHI, CJIOXHBIC A(PHUPBI, KETOHBI, CYIb(POCoIepKaIIne
COCJIMHEHUSI U TepHeHOuIbl, U3 KoTopbix 10% octanuce HeompeaeneHHbiMU. Onnako, JIOC
BBIJICTSUTUCH M3 pa3HbIX BUIOB Streptomyces B pasnuunbix komOuHatmsx [Scholler et al., 2002].
Bbutn BeIIeTIeHBI TIepBhIe (DEPMEHTHI M TeHBI, BOBJICYCHHBIE B MPOIIECC OMOCHHTE3a T€OCMHUHA Y
stux BuaoB [Gust et al., 2003; Cane u Watt, 2003].

KonnyectBo ompenenseMbplx COeAMHEHUI pa3Iuyanoch y pasHbIx mrammoB. [loka3zaHo,
yro mmpokuil crekTp JIOC MoxeT ObITh MOJYYEH M3 HEKOTOPBIX IITAMMOB pojaa Serratia u
Pseudomonas. trivialis 3Re2-7, wmenbme pasmuunbix JIOC cunTe3upyioT Staphylococcus
epidermidis 2P3-18, P. xuorescens L13-6-12 u S. rhizophila P69, u coBcem He 6bU10 00HApPYX)EHO
npucyrcteue JIOC B razoBbix npoaykrax B. subtilis B2g, B. cepacia 1S18 u S. maltophilia R3089
[Kai et al., 2007].

Bonbmioe BiMsHWE MHOTHE BEIIECTBA, CHHTE3MpPYEMbIe OaKTEPHSIMH-aHTarOHHCTaMH,
OKa3bIBAlOT HA OPraHU3Mbl COOOILIECTB pu3oc(hepsl, Takhe Kak TPHOBL, PacTEHUS U Jpyrue
6aktepun. OcoOeHHBI HMHTEpeC B 3TOM KOHTEKCTEe MpeacTaBiseT mupokuid crektp JIOC,
CHHTE3UpyeMbIil BuamMu Serratia, MHOTHE U3 KOTOPBIX SBJISIOTCS CICIM(DUIHBIMU IS JTAHHOTO
pona. Kpome ¢enmndTaHOma, KOTOPBI MOXKET 001a1aTh MUTOTOKCHYECKHMH 3 dexTamu
[Etschmann et al., 2002], ¢ Gonpiioli BEpOSITHOCTHIO MOXHO YTBEpKIaTh, YTO BHUIBI Serratia
TaKXe CHHTE3UPYIOT TpaHc-9-rekcanenen-1-on, mumermnrpucynspun (AMTC) u OeH3umHUTpUI.
I'pu6sr Phallus impudicus Beiaenstiror IMTC. [Toka3zaHo, 4TO 3TO BEMIECTBO MPHUBIECKACT MYyX, 3TO

crocoOcTBYeT pacnpocTpanennio crop. JIMTC BeIACHSIOT TakkKe MHOTHE BUABI Streptomyces u
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rpaMoOTpHIIaTeNIbHbIe OaKTepHH, pacTyinue Ha roBsaunae [Borg-Karlson et al., 1994; Scholler et
al., 2002; Dainty et al., 1989].

@deHnIATAaHO BBIJCIAIOT TaKWe aHTArOHUCTHI, Kak Serratia spp., S. epidermidis, S.
rhizophila. ®enunnsTanon W3BEeCTEH KaK KOMIIOHEHT [BETOYHBIX apoMaroB (P03, THAIMHTOB,
YKaCMUHA, HAPIUCCOB M JIWJINH), HO 3TO COCTUHEHUE TAK)KE BXOJIUT B ra30BbIC MMPOAYKTHI CHHTE32
Oakrepuii (Mycobacterium spp., Brevibacterium linens, Streptomyces spp.) u rpudos
(Saccharomyces spp., Phellinus spp., Ischnoderma benzonium) [Etschmann et al., 2002; Schaller
et al.,, 2002]. AxtumukpoOHsie 3(dexrsl B-peHunsTaHonma 0OYCIOBIEHB H3MECHEHHEM
NPOHMIIAEMOCTH IUTOIIA3MATHYECKOW MEMOpaHbl, U3MEHEHHUEM TPAHCIIOPTHBIX CHCTEM JIJIs
AMHMHOKHCIIOT U CaxapoB U MHIMOMpOBaHKEM CHHTe3a Makpomouiekyn [Kai et al., 2007; Lucchini
et al., 1993; Etschmann et al., 2002].

Coemunenus c¢ uaaekcom RI 1386, Beigensgemble Buaamu Serratia, ¢ 0oJbLIOi
BEPOSITHOCTHIO MOKHO COOTHECTH C CECKBUTEpIieHAMU. boOJbIIOW HMHTEpEC BbBI3bIBACT
BO3MOYKHOCTh OJTHO3HAYHO BBIICHUTD, IPUCYTCTBYIOT JIM TEPIICHOU/IBI CPE/IH JICTYYHX MPOTYKTOB
CHHTEe3a 0aKTepUi-aHTArOHKCTOB, TAK KaK TEPIICHOU/IbI ITUPOKO M3BECTHBI KaK 3alIUTHHIC areHThI
[Gershenzon u Kreis, 1999; Arimura et al., 2004].

VY mTaMMOB OaKTEPHiA, BBI3BIBAIOIINX WHAYKIIMIO CHCTEMHOW PE3UCTECHTHOCTH PACTEHUH C
nomotnbio 3muccuu JIOC, B HanbOIbIIIEM KOJIMYECTBE BBIIEIAIOTCS 2,3-0yTaHAMON U alleTOUH.
OTU JeTydue CHUPTHI SIBISAIOTCSA MPOAYKTAMH albTEPHATHBHOIO BOCCTAHOBHTEIBHOTO MYyTH
IpeBpalleHys HpyBaTa, 00eCIeUnBarOIIEro anbTepHaTUBHBIN ncTouauK NAD® B aHaspoOHBIX
YCIIOBHSX. YCIOBHS OKPYXKAIOIIEH Cpeflbl, B KOTOPBIX OAKTEPHH CYIIECTBYIOT B MOYBE, TAKXKE
ONMM3KK K aHa’pOOHBIM, TaKMM o00pa3oM, MeTadoju3M NHpyBata HAET HWMEHHO IO IMYTH
obpazoBanus 2,3-Oyranona u amnerouna [Ramos et al., 2000]. IMpucyrcrBue 3-ruapokcu-2-
OyraHoHa u 2,3-OyTaHaMOJIa CHJIBHO OTJIMYACT KAYECTBEHHBIH W KOJHYCCTBEHHBIH COCTaB
JETy4YuX CMecei, BBIICIAEMBIX [ITAMMAMH, AaKTHBHO WHAYIHUPYIOUIUMH CHCTEMHYIO
PE3UCTEHTHOCTh PACTEHHMA, OT TEX, YTO CHHTE3UPYIOT IITAMMBbI, HE aKTHBHUPYIOIINE CHCTEMHYIO
pesuctenTHOCTh [Ryu et al., 2004].

B pa6orax [Ryu et al. 2003, 2004] ObuiO mMOKa3aHO, YTO MIMPOKO H3BECTHBIC
HU3KOMOJICKYJISIPHBIC OPTraHMYECKHE COCAMHEHUS 2,3-OyTaHIMON W aleTOH, BBIJICIIIEMbIC
HexkoropeiMu Imtammamu Bacillus subtilis, crumynupyror poct pactenmii. MHTepecHO, 4TO
6akrepuu B. subtilis Taxke cunTe3upyroT mpubimmsutensHo 20 npyrux JIOC, koTopbie He
OKa3bIBAlOT HA POCT PACTCHHMM HUKAKOro s¢dekrta. ByraHmamonm W aneToH, Kak MPaBHIIO,
CHUHTE3HMPYIOTCS U CEKPETHPYIOTCS OallMjulaMd TPH KyJbTHBHPOBAHWM Ha Itokose. [locne
noTPeOJICHUsT TIIOKO3bI OaIMyUTBI MOTYT HCIIOJIb30BaTh OyTaHAMON M aleToH B Iporecce

JTaNbHEUIIEro MeTaboau3Ma. JTU COEAMHEHUS CIyKaT B KaueCTBE MUTATEIbHBIX PECYpPCOB, UTO
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CO3/1aeT OJIarONpPUSATHBIC YCIOBUS ISl OAllMiUT B MX DKOJIOTHYECKOW HUIe. To, 4TO BBIIEICHUE
oakrepusmu JIOC MokeT oOecrieunBaTh JOMOJHUTENbHBIE 3((EKThI, HAPUMeEp, NSHCTBUE Ha
pacTeHust (CTUMYJISLUS POCTA), SIBJSIETCSA HOBBIM U NEPCHIEKTHUBHBIM aCTIEKTOM ISl H3yUCHHUS.

[Tonmy4yeHre MyTaHTOB C HOKayTHPOBAaHHBIMH I'€HAMH aIleTOJIAKTATCHHTA3HOTO OTIEPOHA,
KOHTPOJIMPYIOIIETO TPEANOCICIHIO CTYleHh B 00pa3oBaHMU aleTouHa (TpeBpalicHue
nUpyBaTa B alleTONIAKTAT) U alleTOJaKTaTACTUAPOreHasy, epMeHTa, IPEeBpaIIaAONINi alleTOUH B
2,3-0yTaHauo, BEAET K CHUKECHUIO YPOBHA 2,3-0OyTaH/IMoJa U alleTOMHA y JTUHHUA MyTaHToB B.
subtilis [Ramos et al., 2000].

YcranosiieHo, uto st aktuBHOCTH JIOC BaskHA HE TOJIBKO XUMHUYECKasi CTPYKTypa, HO |
onrthueckas KoHpurypamus coenunenus. B uccnenosanuu [Ryu et al., 2004] 6bu10 BBISICHEHO,
YTO U3 TPEX ONTHYECKUX CTEPEOM30MEPOB 2,3-0yTaHAMO0JIa OCHOBHBIM aKTHBHBIM COEAMHEHUEM
apnsercs 2R,3R-0yranauon.

Coenunenus 2,3-0yTaHauon W 3-TUAPOKCU-2-OyTaHOH (alleTOMH) B PaBHOW CTENEHU
cuHTe3upytoTces: pasHeiMu mtamMamu Bacillus subtilis GB03 u Bacillus amyloliquefaciens
IN937a. [lonmekan, 2-yHIEKaHOH, 2-TPUJCKAHOH U 2- TPHJCKAH-1-0J1 CHHTE3UPYIOTCS TOJBKO
wietkamu mramma Bacillus  subtilis GBO03, Torma xak Obul0o OOHApPYXEHO, YTO
TETPAMETUJIITMPA3UH CHHTE3UPYETCS STHM ITAMMOM B HAHOOJIBIIIEM KOJIMYECTBE MO0 CPABHCHHUIO
¢ B. amyloliquefaciens IN937a u E. coli. Jlonekan u yHaeKaH BBIACIAIOTCS y MITAMMOB B MaJIbIX
KOJIMYeCTBaX, B oTiu4ne oT aekaHanst. B cocrase JIOC, Boyiensiembix mrammom S. plymuthica C-
48, ucnonb3yeMbIM i OWOKOHTpONsA, ObUIM OOHapyXeHbl 3-(peHWwIdTaHon U TpaHc-9-
rekcaneneH-1-om. B cocraBe neryunx npoaykros cunte3a P. fluorescens L13-6-12 oOnapyxeH
yHaernen [Kai et al., 2007].

B paborte [Siess et al., 1997] roBopurcss 00 HHTEPECHOW POJH CEPOCOIACPIKAIIIX
OpPraHUYeCKUX COECAMHEHUH, MOAABIAIONINX PA3BUTHE paKa y )KUBOTHBIX. MHOTHE HCCIIeJ0BaTENN
BBIJIBUTATIM TMPEANOJIOKEHUSI O TOM, YTO XEMONPEBEHTHBHbIE areHThl, HWHIHOUpYOIIUE
KaHIEpOTreHe3, MOTYT M3MEHSTh METa0OJHM3M IPEIIICCTBEHHUKOB KaHI[EPOTEHOB. DTH areHTHI
MOTYT TIOBBIIIATh WX JETOKCHKAIIUIO C MIOMOIIBIO yBeIHUEeHUs KomuecTBa GpepmerToB |l dasb
npoliecca KCeHOOMOTUYECKON NETOKCUKAINK, TaKKX Kak riyratuoHTpancgepassl (GST), VID-
rimokyponuntpancgepasbl (UGT), cynbdoTtpancdepassl u ap., Win Ipu YMEHbIICHUH YPOBHEH
depmentoB | ¢assl, Takux kak muroxpomsr P450 [Guengerich, 1992; Wattenberg et al., 1993;
Siess et al., 1997]. bbun momydeHBl PE3YIBTATHI, MOKA3LIBAIONINE, YTO AT CYJIb(HIBI,
NOJTyYEHHBIE U3 YECHOKA, MOBHIMAIT ypoBeHb (pepmentoB ¢asbl |1 (GST, UGT) u uHrubupyrot
utoxpom P450 2E1 [Siess et al., 1997].

bakrepuanpasie JIOC u roroBeiii npenapat ¢ aumeruaucyibduaom (JAMIC, CH3-S-S-

CH3) okaspiBaroT OakTeprocTaTHuecKoe moaasienue pocra Agrobacterium [Dandurishvili et al.,
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2011]. B cmecu JIOC, BbiaeasieMbIX OakTEpUSAMH, C IOMOIIBI0 Macc-CIEKTPOMETPHH OBLIO
o0OHapy>keHO 0K0J10 20 COeIMHEHHI, HO TOJIBKO 3 U3 HUX CUHTE3UPYIOTCS B OOJIBIIOM KOJIHYECTBE,
oTHOCUTENBHO apyrux, mrtammamu P. fluorescens u S. plymuthica. Cpean neryuux Bemiects,
BBIJICTISIEMBIX 3TUMHU IITAMMaMHU, ObUTH OOHAPYKEHBI TaKHe CyNIb(POocoeInHEHNUs, KaK METaHTHOII,
tuomerunanerat u JIMJIC. Jlpyroe cynbdumHoe jeTydee COeIUHEHHE, TPUMETHITUCYIb(uI,
CHUHTE3UPYETCSl B TOpa3/i0 MEHBIIMX KoJIMuYecTBax 1o cpaBHeHuto ¢ JAMJIC u nByms apyrumu
HA3BaHHBIMU BBIIIE CYJIb(OCOSTUHECHUSIMHU.

HccnenoBatensckoit rpymmoii Yepuuna JI.C. (HeonmyOJMKOBaHHBIC aHHBIE) OBLIO
yctaHoBiieHo, yTo JIMJIC noaasisieT pocT He TOJIbKO OakTepuaibHbIX mTaMmoB Agrobacterium,
HO TaK)Ke M MHIICTHAIBHBIA POCT HEKOTOPBIX (UTOMATOreHHBIX rprbOB, BKiItoyas Rhizoctonia
solani, Pythium aphanidermatum u Sclerotium rolfsii.

bouto  ycranoBneno, uro JAMJIC wurpaer 3aluTHYIO pOJb MpH OHOJOTHYECKHX
noBpexaeHusx pacrenuii [Kyung et al., 2001]. JIsa apyrux cyabpocoeanHEHUS, METAHTHON U
METWJITHOJI alleTaT, OINUCBHIBAIIUCh paHEee Kak IPOAYKTbl CHHTE3a HEKOTOPHIX PpacTEeHUN U
MHKpPOOPIaHU3MOB U cocTaBiisitoinue ux apomara [Dirinck et al., 1981; Schulz u Dickschat, 2007].
B nwutepatype Takke ecTh YyKazaHHS Ha TO, YTO JUMETHITPUCYIb(HUI CUHTE3UPYETCS
HEKOTOPBIMH PACTEHUSIMU U MHKPOOPraHU3MaMH U 00J1a1aeT aHTUMUKPOOHOH akTHBHOCTRIO [Kali
et al., 2009; Kyung et al., 2001].

W3 npuBeieHHBIX BBIIIE JAHHBIX CIEAYET, UYTO OAKTEPUU-aHTAT OHUCTHI, MPOAYIIUPYIOIINE
IMJIC u gpyrue neTy4yue BeIIeCTBA C AHTUMHUKPOOHOW aKTMBHOCTBIO, MOTYT CUHMTATHCS
OpPUPOAHBIME (pymMuUrantamu, mnpupoja U 3¢G(HEeKTUBHOCTh OMOKOHTPOIS KOTOPBIX HAIPSIMYIO
CBsI3aHa C CHHTE30M UMH JIeTy4uX BemiecTB [Zhang et al., 2007].

[Ipn u3yyeHUM pasnokeHusi OBITOBBIX OTXOJOB OKa3aJloCh, YTO K CHHTE3Y HEKOTOPBIX
JIOC umeror otHOmIeHHe OakTepun Lactococcus lactis. MccrnenoBanue SMHCCHOHHOTO 00pasia
JIOC, BBIZICIEHHOTO U3 YUCTOM KyabTyphl L. lactis, moareepauio npucyTcTBre B CMECH MACIISTHOM
KHCJIOTHI, TUMeTHICYIb(duaa, u3onpena u oyranona [Mayrhofer et al., 2006]. MccnenoBanue
JIOC, cunTe3upyeMbIxX KieTkamu baktepuii Pseudomonas spp., Serratia spp. u Enterobacter spp.,
BBISIBUIIO BUjocnenuduueckue paznmuuus B npoxyuupoanuu JMJIC, numeruntpucynshuaa u
usonpena [Scholler et al., 1997]. IIpu uccnenoBanuu 26 BumoB Streptomyces Obu10 00HAPYKEHO,
yto OoHU BbyIEIAOT 120 pasmuunbeix JIOC, cpemu KOTOpPBIX H3OMpEH, areToH, OyTaHOI,
METUJITTPOIIAHOJ, METHJIOYTaHOJ, MeTuia0yTeHos, nukionentanoH, JAMJIC, denumdTanon u
reocmuH [Scholler et al. 2002].

[TonaBnenue ¢uronarorenoB B mouse 3a cder JIOC, BBIIEICHHBIX MHUKPOOPTaHU3MAMU
(WM pacTEHUSMH), MOXKET CTaTh AJIBTCPHATUBOM OOBIYHBIM OakTepUIUIaM U (YHTHIIMAAM H

MOJKET COCOOCTBOBATh YMEHBIUICHUIO PUCKOB JUIS 3/10pOBbs JIOAEH U ®KUBOTHBIX. [Ipumepamu
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byarumuaaeix JIOC Takxke sBASIOTCS 1-OKTEH-3-01, MOHO- M CECKBHUTEPIICHBI, HOHAHOBAs
kucnota, TpuMetiiamMud U JIMJIC, KoTopble CHHTE3UPYIOTCS aKTUHOMUIIETAMU U OAaKTEPHSIMU

ponos Bacillus u Pseudomonas [Wilkins u Parkkalle, 1996; Schéller et al., 1997].

1.3. /leiicmeue JIOC na paznuynsie op2anuzmol

1.3.1. deiicrBue JIOC Ha rpuosbI

bakrepuansapie JIOC MoryT (yHKIMOHHpPOBATH Kak IHPOTHBOIPUOKOBBIE BEIIECTBA
[Alstrom, 2001; Wheatley, 2002]. IlepBast pabota 0 MHKPOOHBIX BELICCTBAX, BO3AECHCTBYIOMIHX
Ha POCT W pa3BuTHE TpubOB, Obuia omyoOaukoBana B 1966 romy [McCain, 1966]. B weit
HPE/ICTABJICHBI JAHHBIC O TOM, KaK JICTy4He BellecTBa Oakrepuit Streptomyces griseus yMeHbIIaoT
cnopyssauio Gleosporium aridum u BeI3biBatoT 00pa3zoBanue ckiepouunii y Sclerotium cepivorum
u Rhizoctonia solani [McCain, 1966].

O¢ddextrr Oakrepuanbubix JIOC, mpousBoaMMbIE Ha TPUOBI, MOTYT BBIpAXKaThCs B
CTUMYIISIUMU ~ O0Opa3oBaHUS  IUIOZIOBOTO  Tela, MPOpPACTaHHHM  CIOp, HWHTHOMPOBAHUU
MHUIIETHATLHOTO POCTa, a TAK)KE CTUMYJISIIMK WK cokpamieHnn criopyisinuu [Kai et al., 2009].
Ha munenuanbHblii pocT oOKa3biBalOT BoznelcTBue 3a cueT cuHTe3a JIOC 250 moyBEeHHBIX
OaKkTepHaIbHBIX U30JIATOB, U3 HUX CAaMbIMU aKTHUBHBIMH aHTarOHHUCTaMU POCTa TPHOOB SBISIOTCS
oaxrepuu Citrobacter freundii u Pseudomonas fluorescens [Wheatley, 2002].

beuto ycranosneHo, uyto 6uonornuecku aktuBHble JIOC Takke MpoaylupyrOTCsl BUJAMU
6akrepuii Alcaligenes, Bacillus, Ensifer, Lysobacter, Planomicrobium, Sporosarcina wu
Stenotrophomonas [Zou et al., 2007; Kai et al., 2009]. K noTeHuuambHbIM OaKTEpHIM-
aHTaroHKCTaM rpudoB, OTHOCAT Takoke Buabl Burkholderia, Pseudomonas, Serratia, Xanthomonas,
Pectobacterium u Agrobacterium [Fernando et al., 2005; Vespermann et al., 2007; Kai et al., 2007].

JIOC onHOro OaKkTepHaibHOIO LITaMMa OKa3bIBaOT HEOJAMHAKOBbIE 3(h(eKThl Ha pa3HbIe
rpuObl U UHTUOUPYIOT MX B Pa3IMYHON CTENEHH, IIOATOMY Pe3yJbTaThl B3aUMOACHCTBUI OyIyT
crnenupuUYecKUMH JUIsl pa3HbIX KOMOMHAIMNA TpuOOB M OakTepuil. DTH paznudusi MOTYT OBbITh
00yCJIOBJICHBI CIEAYIOIUMH TPUYHHAMH: pa3Hble TPUOBI MOTYT TO-Pa3HOMY pearupoBaTh Ha
pasHble KOMIIOHEHTBI CMECeil JIeTyYlX COeIMHEHMI; MOTYT pa3inyaTbCcs CaWThl CBS3BIBAHUS U
BO3JICHICTBUS MOJIEKYJI; TPUOBI MOTYT 00JIa1aTh Pa3HBIMU CIIOCOOHOCTSIMH K JeToKcuKaruu [ Kai
et al., 2009].

HaOnronennss 3a TpuOHBIM MUIENMEM, HAXOMANIMMCS TIOJ] BO3JCHCTBHEM JIETYUHX
coenunennit Bacillus subtilis, mon MuKpockomom BEBISIBHIM OTKJIIOHEHHSI B 00pa3oBaHHMU TU( H
xouuauid [Chaurasia et al., 2005]. IIpogosibHbBIe U MONEPEYHBIC CENThI MOJHOCTHIO MUCYE3NH Y
Alternaria alternate, a KOHHIMH CTaaH TOJCTOCTEHHBIMH U C(HEPHUCCKON HIIM HEMPaBHILHON

dopwmel. TTox Bo3aeticteuem JIOC y rpubos Fusarium oxysporum u Phytium afertile ma6rogancs
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au3uc Trd, BaKyoIH3alus, TpaHysius cTpykrypsl muneaus [Chaurasia et al., 2005; Kai et al.,
2009].

Kpome mopdonornaecknx n3MeHeHUH, B OpraHu3Me rpuda MpOUCXOIT TAK)KE N3MEHEHUS
Ha MoJieKyaspHOM ypoBHe. Tak, y Phanaerochaete magnolia B mpucyrctBun GakTepualbHBIX
JIOC wu3meHsieTcst (epMEHTAaTHBHAs AaKTHBHOCTH: JIAKKa3HAs AaKTUBHOCTh IIPEKpaIacTcs
MOJTHOCTBIO, B TO BpeMsl KaK THPO3WHa3Hasi aKTUBHOCTH YBEIUYMBAETCS, 00a SBJICHUS CKOpee
BCETr0 BBI3BaHBI peryisiuei skcrpeccun reHoB [Mackie u Wheatley, 1999].

Pon Serratia Bxio4YaeT TrpaMOTpHULIATE]bHBIE TraMMa-MPOTEOOAKTEPUH, KOTOpPBIC
CYIIECTBYIOT B TECHOW CBSI3M C KOPHSAMHU pacTeHuid. S. plymuthica obnamaer aHTUTpHOKOBOU
AKTUBHOCTBIO TPOTHUB IIMPOKOIO CIEKTpa (DUTOMATOrCHHBIX TPHOOB, TakKWX Kak Fusarium
culmorum, Buaer Pythium, R. solani u Verticillium dahliae [Kurze et al., 2001].

MunenuansHbiii poct rprba Fusarium culmorum uHrubupyercs: AMMETHIIIUCYIbGHIOM,
HeOobIre 3QGeKThl HaOMOIAI0TCA B OTHOIIEHUH 3TOr0 rpuda mpu BO3AEHCTBUU yHAeIeHa-1.
Takxke pa3nuuHOW cTenmeHH JPQPEKThl Ha TPUOBI JEMOHCTPUPYIOT Ppa3IMIHBIC aMUHBI,
OeH3anbJerujl, LMKIOT€KCAHOJI, [eKaHallb, 2-3TWI-l-rekcaHoyi, HOHaHalb, OEH30THA30II,
TUMETWITPUCYIbGUA,  METHINUPA3WH,  2,5-AMMETWINUPAa3HH,  (QCHWICHIUAMHH,  4-
OKTHJIOCH30MHAs KHUCJIOTa, HEKOTOPBIC AJIKaHBI, AJIKCHBI, aJIbJCTUABI U CIHPTHI CO CPEIAHEH U
ooubioit aumuHoi nerm [Chuankun et al., 2004; Fernando et al., 2005; Kai et al., 2009].

Jleryuue coenuuenust Pseudomonas spp., Serratia spp., Stenotrophomonas spp. cuisHO
UHruoupyoT poct R. solani. Beuto mokaszano, yro JIOC ciyuyaiiHO BBIOpAHHBIX MOYBEHHBIX
IITAMMOB OaKkTepuil CTUMyIUpyeT WIM HWHrHOupyer Temn pocta Trichoderma viridae,
Phaenaerochaete magnoliae, Phytophthora cryptogea, Gaeumannomyces graminis u Microdom
nivale [Wheatley, 2002]. 21 mramm mnouBeHHbIX Oaktepuii (Serratia proteamaculans,
Pseudomonas putida, P. acidovorans, P. chlororaphis, Stenotrophomonas spp. u Alcaligenes
SPp.), BBIJICIICHHBIX U3 KOPHEH parica, oaBistoT maroreHHbIi rpu6 V. Dahlia [Alstrom, 2001], a
JgeTyune BemiectBa Pseudomonas spp. meiictByroT Ha pocTt rpuba Sclerotinia sclerotiorum
[Fernando et al.,, 2005]. Ilyn cmecu JIOC, cuHTe3upyembix OakTepusimu Pseudomonas,
BBIJICJICHHBIMU U3 Parica U COeBbIX 0000B, MHTMOMPYET aKTUBHOCTH | pa3BuThe Sclerotia, a takxke
aCKOCIIOp M MUIeNHaIbHbIA pocT Sclerotinia sclerotiorum B maGopaTOpHBIX YCIOBUSX, TaK XKe,
Kak ¥ B moje. beH30Tha30i, HUKIOTeKCaHOoIN, H-IAeKaHallb, TUMETHITPUCYIbGUA, 2-3THi-1-
TE€KCAaHOJ W HOHAHAIh TMOJHOCTHI0 MHTUOMPYIOT MHIICIHUATBHBIN pOCT W oOpa3oBaHue Tpuda
Sclerotia, a Taxxe cHIKAIOT YpOoBEeHb 3a00seBaeMocTH pactenuit [Fernando et al., 2005].

Takum 00pazom, paHee MPOBOAUBIINECS HUCCICIOBAHUS TOKA3bIBAIOT, YTO CYIIECTBYIOT
UHIYIIHPYEMbIC JIETYYUMHU OPTaHUYECKUME COSAMHECHUSMH B3aUMOICHCTBHS MEKIY OaKTEpUIMU

u rpubamu. Takne B3auMOJEHCTBUS MOTYT OBITh CICIIU(UIHBIME TSI OTIPECICHHBIX BHJIOB, HO
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taoke JIOC MHOrMX MHKPOOPTaHM3MOB MOTYT OKa3biBaTh 3(P(PEKT HAa HECKOJIbKUX HJICHOB
9KOJIOTHYECKOTO COO0IIeCcTBA. DTH B3aUMOICUCTBHUS KOJICOIIOTCS OT MMOYTHU MOJTHOTO [O/IaBICHHS
MHIETHATBHOTO POCTa [0 HEOONBIIOrO OCTa0NCHUS pOCTa, a TakkKe MPHUBOIIT K
MOPGOJOrHUECKUM OTKIOHCHHSIM B MuLeann U kouuausx [Chaurasia et al., 2005].

JIOC OakTepuii-aHTArOHUCTOB MOTYT y4YacTBOBaTh B Pa3IMYHBIX (HH3HOJIOTHUCCKUX
nporieccax, TakKuX Kak MHIHOMPOBaHHE JIAKKa3HOW aKTHBHOCTH HEKOTOPhIX rpuboB [Mackie u
Wheatley, 1999], wusmenenue mnpomecca nutpuduranuu [Bending wu Lincoln, 2000],
muHepanu3aiuu aszora [Smolander et al., 2006]. Dddexter HekoTopbix JIOC Moryt ObITh
omytuMbl Ha Oosbinux paccrosuusx [Minerdi et al., 2008]. JIOC Oakrepuii MOryT Takke
y4acTBOBAaTh B 3KTOCHMOMOTHYECKUX B3aMMOOTHONICHUAX B DKOJOTMYECKHX HHIINAX, KOTJa
CUMOMOTHYECKHI TIApTHEP HAXOAWTCA BHE KJICTOK japyroro. bakrepum pomoB Serratia,
Achromobacter, Bacillus u Stenotrophomonas, naxoasce B TakoM cuMOHO03€ ¢ MUIEIHEM Iprda
Fusarium oxisporum MSA 35, BbI3bIBAIOT Y HETO MOSBJICHHE BO3AYIIHBIX TH(, MUKPOKOHH/IHIA,
u3MeHeHre (OPMBI M IPOSIBIICHHE AHTArOHMCTHYECKUX CBOMCTB B OTHOIICHHHM PAaCTEHUI.
['pynmoit Minerdi ObLI0 TOKa3aHO, YTO ATH CBOMCTBA MPOSBISIOTCS TOJBKO B ACCOLMAIMH C

6axrepussmu [Minerdi et al., 2008].

1.3.2. MericrBue JIOC Ha pacrenus

PacteHusiM pUXOIUTCS BBIJCPKUBATH OOJIBIIOE KOJTMYESCTBO PA3THMYHBIX OMOTUYECKUX U
aOMOTHYECKMX HKOJOTMYECKUX CTPECCOB B XOJE€ HMX pOCTa W pa3BUTUS. Tak, HIMPOKO
pacmpocTpaHeHHbII MOYBeHHbIH (uTomaToreHHsiit rpud Rhizoctonia solani Hanocut cepbesHblit
yiiepd MHOTMM SKOHOMHYECKHU BaYKHBIM CEIIbCKOX03IHCTBEHHBIM M CaJI0BBIM KYJIBTYPaM, a TAKIKe
JepeBbsiM 110 Bcemy mupy [Sneh et al., 1996].

Bnepseie 0 Tom, uTo nBa THNMYHBIX TpeacTaButens JIOC, BeiaensieMbIx OakTepHsMu, a
UMEHHO 2,3-0yTaHINO U alleTOMH, CTUMYJIUPYIOT POCT PAaCTeHUH, OBUIO OIyOIMKOBAHO B CTAThe
[Ryu et al.,2003]. B stoii pabore paccmarpuBanochk BozzaeiictBue JIOC, 00pa3yeMbIx BHIAMH
6axtepuii poma Bacillus, na Arabidopsis thaliana. Ho Guonoruueckue ¢yHkimu apyrux 38
OpPraHMYECKHUX COEITMHEHUI, BKIIOYAIONIMX CIUPTHI, AIbICTH/bI, KUCIOTHI, CIOXKHBIE 3(PUPBHI,
KETOHBI, YTJIEBOJOPObI, S-coaepkamiue coenuHeHuss U CO., Beimensembie B. subtilis u B.
amyloliquefaciens, ocratoTcst moka HeBbisicHeHHBbIME [Farag et al., 2006].

C npyroil cTopoHbl, ObUIM BBISBIEHBI CHJIbHbIE MHTUOUTOpHBIE 3()(PEKTH ITaMMOB
oaxtepuii P. fluorescens L13-6-12, P. trivialis 3Re2-7, S. Odorifera 4Rx13, S. plymuthica HRO-
C48, S. maltophilia R3089, S. rhizophila P69, S. odorifera 4Rx13, (Serratia spp. u
Stenotrophomonas spp.) Ha A. thaliana u mpoctpen pacKkpbIThIi (COH-TpPaBY), XOTS KOHKPETHBIE

y4acTBYIOIIHE OMOIOrMYECKH aKTHBHBIE COEAMHEHUS MMoKa Hen3BecTHI [Kai et al., 2009].
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Hanunuue nundopmanuu o mosHoM renome pacrenus A. thaliana mo3Bosnio BEISIBUTE, 4TO
non Bosaeicteuem JIOC B. subtilis 600 renos A. thaliana mensitoT cBoro skcmpeccuio. DTu
U3MCHEHHSI OTHOCATCS K MOAM(HKALUSAM KICTOYHOM CTEHKH, MEPBUYHOMY U BTOPUYHOMY
METa00JIM3MYy, PEAKIIMHA Ha CTPECC U PETYISALUU TOPMOHOB. DTH JTAaHHBIC BKIIOYAIOT PETYIISIIUIO
roMeocTa3a ayKCHMHa W YBEIMYEHHE KIIETOK, YTO CBHICTEIBCTBYET O TOM, 4YTO OallWILIBI
CTHUMYJIMPYIOT pocT pactenuii [Zhang et al., 2007; Kai et al., 2009].

Puzochepunie 6akTepuu, CrOCOOCTBYIOIINE POCTY PACTEHUH, OTHOCATCS K MOYBEHHBIM
MHUKPOOpPraHu3MaMm, oOpa3yIoNIMM KOJIOHMHM Ha KOpHsAX. Takue OakTepuu NPUMEHSIFOTCS IS
OOJIBIIIOTO CIIEKTPA CEIIbCKOXO3SHUCTBEHHBIX KYJIBTYP C IEIBI0 YCHICHHS UX POCTa, YBEITHUCHHS
BCXOXKECTH CEMsIH, Beca pacTeHHi u KoHTposs 3abosieBanuit [Kloepper et al., 1991; Kloepper et
al., 1980]. BcxokecTh ceMsiH KaHONBI (pa3HOBHAHOCTH parica, BbiBeJeHHOro B Kawnaje),
00paboTaHHBIX ATUMH OaKTEPUAMH Iepejl mocaakoi, ysennunBaercs Ha 10-40% [Kloepper et al.
1991), pacturenbHas macca 00pabOTaHHBIX KOPHEIUIOAOB KapTodess Bo3pacTaeT B CPEIHEM Ha
80% k MmomeHTy cpenneit 3pentoctu [Kloepper et al. 1980].

[peamnonaracMbie MEXaHU3MBbI CTUMYJISIIH POCTa PACTCHUI PU30CHEPHBIMU OAKTEPHSIMU
BKIIIOYAIOT CHHTE3 3TUMH OaKTEepHUsSMHU BEIICCTB, COBIAQJAIONIMX C TOPMOHAMH pACTCHHM, a
UMEHHO MHIOIWI-3-yKeycHol kucaoThl [Loper et al., 1986], murokununa [Timmusk et al., 1999]
u rud6epeuaa [MacDonald et al., 1986], pasnoxeHue BbIAEISAEMOr0 paCTEHUSIMH STHIICHA 32
cueT  l-amMMHOUMKJIONpOIAaH-1-kapOOKcHIaTAe3aMUHA3bl,  (EPMEHTa,  CHHTE3HPYEMOTrO
oakrepusmu [Glick, 1999] u yBennueHue konuvecTBa MUHEpAIOB U a30oTa B mouse [Lin et al.,
1983].

Kpome Toro, HU3KOMOJIEKYIISIPHBIC paCTUTEIIbHBIC JICTY4YHE BEIIECTBA TAKUE, KK TCPIICHBI,
’KaCMOHAThl 1 KOMITOHEHTBI 3€JICHBIX JINCThEB, K CHHTE3Y KOTOPBIX CIIOCOOHBI U OaKTepUH, ObLIN
NPU3HAHBI MOTEHIMAIBEHBIME CUTHAIBHBIME MOJICKYJIaMU JUIS PACTCHUI M OPraHU3MOB JPYTUX
tpoduueckux yposueit [Farmer, 2001; Farag u Pare, 2002], Ho poib, KOTOPYIO HTPAIOT JIETY4HE
BellecTBa 0aKkTepHil B pa3BUTUU PACTEHUMN, KOHKPETHO €Ile HE YCTaHOBJICHA.

OO0paboTka ceMsH WM CaXKEHLEB HEKOTOPHIMHM IITaMMaMHU pPHU30C(EpHBIX OakTepuid,
CTUMYJIMPYIOIIUX POCT PAcTeHUH, BEAET K MHIYKIUH CHCTEMHOW PE3UCTEHTHOCTH OpraHH3Ma
obpabatsiBaeMoro pacrenus [Van Loon, 1997; Kloepper et al., 1999]. Ona nposiBisiercst npu
CTUMYJISIIIMU  3AIIUTHBIX MEXaHHU3MOB pACTEHH W B Had4aje COMPOTHUBICHUS HHQEKIIHH,
BbI3BaHHOW maroreHamu [Van Loon, 1997]. Dra akrtuBamus oOIIed pe3HCTEHTHOCTH
ONaronpusTHBIMA MUKPOOPTaHW3MaMH BOJM3M KOPHEH OTIMYaeTcs OT OOIueil MpHoOpeTeHHOM
YCTOWYMBOCTH, TPU KOTOPOH pEakuus BbI3BIBACTCS MMATOTCHHBIMH MHKPOOPraHU3MaMH,

B3aUMOJICCTBYIOIIMMHU C HAJ3€MHBIMU YacTsIMHU pacTeHHs. B ciydae mociemHell HauyMHAETCs
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THIIEPYYBCTBUTENBHBIA OTBET U 3aITyCKAIOTCS HEKOTOPBIC TeHBI, CBI3aHHBIC C ITATOTEHE30M, YTO
CITY)KHT TIPU3HAKOM 3alIUTHON peakiuu y nHpuumpoBanHoro pacrenus [Ryals et al., 1996].

Wuayknust CUCTEMHOW  PE3UCTEHTHOCTH  pU3OCHEpHBIMU  OAaKTEpUSMHU  BIIEPBBIC
Habromanace y reo3auk (Dianthus caryophyllus) mpu camkennu BocipurMumrBocTH Kk Fusarium
sp. [van Peer et al., 1991], y daconu o6sikHOBeHHO# [Phaseolus vulgaris] mpu cHmwkeHun
BOCIIPUUMYHMBOCTH K 3a00JICBAHHMIO PACTCHHIA MPH BO3ACHCTBUM mapa3utoB [Alstrom, 1991] u y
orypios (Cucumis sativus) npu cHkeHun BocipuumunBoctd k Colletotrichum orbiculare [Wei
et al., 1991]. Taxxe ObUIO YCTaHOBJIEHO, YTO PHU30C(HEPHBIC OAKTEPUHU BBI3BIBAIOT HWHIYKIIHIO
0011Ie# Pe3UCTEeHTHOCTH paCTEHUI M IPOTUB HEKOTOPBIX APYTUX MaToreHHsIx cucreM [Maurhofer
et al., 1994; Zhou u Paulitz, 1994; Liu et al., 1995; Leeman et al., 1996; Benhamou et al., 1998].
Otu Gakrepuu, 00pa3ylomye KOJOHHHA Ha KOPHSIX M CEMEHaX, M 3allMIIAloIlnie PAaCTCHUS OT
JMCTBEHHBIX 3a00seBanuii, BkimouaroT Pseudomonas fluorescens, Pseudomonas putida, Bacillus
pumilus u Serratia marcescens [Liu et al., 1995; Raupach et al., 1996; Kloepper et al., 1999;
Pieterse et al., 2002].

Bbut0 ycTaHOBNIEHO, YTO JIETY4HME COCAWHEHHS] HEKOTOPHIX INTAMMOB pHU300aKTepHid
IPOBOLUPYIOT CTUMYJISLUIO POCTa U MHIYIUPYIOT CUCTEMHYIO PE3HCTEHTHOCTh y PAaCTCHUH C

MIOMOIIIbIO CHTHAJIBHBIX MyTel nuToKknHKHA 1 dTriieHa [Kloepper, 2003; Ryu et al, 2004].

1.3.3. eiicrBue JIOC Ha nuuano6akTepuu

[Muano6akrepun sBISAIOTCS  (OTOTPO(PHBIMM OKCUT€HHBIMU IpPOKapuoTaMu. belio
00Hapy»XeHOo, 4TO IMAaHOOAKTEPUU CaMH CHHTE3HPYIOT JIeTyuue BellecTBa. bbuin BblaeneHbl f3-
MOHOH, T€OCMUH, TEPIIEHOU/IbI, TPOIYLIUPYEMBIE TAK)KE pacCTeHUSIMU. JIeTydre coeJuHeH s, Tak1e
KaK P-IUKIOUMTpal, T€OCMHH M 2-METHJIN3000pHEOJ, BBIJCICHHbIE [MAHOOAKTEPUIMU,
00NIaaf0T JIMTUYECKOH aKTHBHOCTBIO MPOTUB JAPYrHX HUaHOOAaKTepHii, mrammoB Microcystis,
Anabaena u Synechocystis [Harada, 2009], a Taxke aKTHBHOCTbIO B OTHOIICHUH OaKTEpHIi,
rpuboB, mpocTeiiux, Bogopociei u Bupycos [Abed et al., 2009].

Uccnenosanus, nposenennbie Wright u Thompson (1985) mpu u3ydeHun mneTydux
COeIMHEHUH, BbLICIIeMbIX OakTepusiMu Bacillus Spp., TMoOka3pIBalOT, 4YTO OSTH BELIECTBA
UHTHOMPYIOT POCT M BBI3BIBAIOT JHM3HC IMaHoOakTepuii Anabaena spp. Beuto BbISCHEHO, YTO
AQHTarOHUCTHYECKasl CIIOCOOHOCTH OAlMIUT B OTHOUICHUH I[HaHOOAKTEPHU HAMPSAMYIO 3aBUCHUT OT
crenenn pocta Bacillus u conpsikena ¢ nmepuoaom criopyssiiuu 6akrepuii. Kpome Toro, B 3T0i
paboTe moka3aHo, YTO aHTArOHUCTHYECKUI 3(PPEeKT yMEeHbIIANCS MPU NOHMKEHUHN TeMIIEPaTyphl
10 20°C u B MPUCYTCTBHH JPEBECHOTO YIJIS MM MOYBBI IIPHU HOpMalibHO# Temmeparype (30°C)

[Wright u Thompson, 1985].
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OTH JaHHBIE OBUTH MOATBEPKICHBI MPH WCCIICAOBAHUH BO3JCHCTBHS JICTYYHX BEIIECTB
Bacillus spp. na nnano6axrepun Anabaena variabilis [Wright et al., 1991]. B uccnenoBanuu 3tux
aBTOPOB OBLIO OOHapykeHO Oosee 50 IeTyuyux BEIIECTB Kiacca albJICTHIO0B, CIUPTOB C
pa3BETBICHHOW M HEPA3BETBJICHHOW YIJIEPOJHOW IENbI0, MHPA3UHOB, CYIb()OCOSTUHEHHIA,
KETOHOB, aM(paTHYECKHX U apOMATUYCCKHUX YIIJIEBOJIOPOJIOB, XJIOPCOACPKAIINUX COCAMHEHUIA,

¢dbypaHoOB, B TOM yucie 3-MeTUIOyTaHallb, OCH3IBICTH]I, 3-MeTHII-1-0yTaHoII.

1.3.4. [leiictBue JIOC Ha ¢puronaroreHHbie 0aKTepun

[Itammer  Agrobacterium tumefaciens BbI3BIBaIOT KOpPOHYATHIE TaJIbl Yy MHOTHX
JIBY/IOJIHBIX 3€PHOBBIX KYJIBTYp, a mrammbl Agrobacterium vitiS B OCHOBHOM y BHHOTpaja.
[Itammer Pseudomonas fluorescens u Serratia plymuthica 1C1270, ssnsroruecst aHTarOHUCTaMU
(GUTOMAaTOreHHBIX TPUOOB, 3HAYUTEIHHO MOJABIISIOT PA3BUTHE KOPOHYATHIX TAIJIOB Y Ca)KCHIICB
ToMaTa mpu 00pabOTKe MMH pacTeHuil n0 uHpuuupoBanus narorenamu [Dandurishvili et al.,
2011]. bewio BbisicHEeHO, uTo pocT mrTammoB A. tumefaciens u A. VitiS monmaBiseTcs mpu
Bo3neiictBun JIOC, BBIACISIEMBIX 3TUMH OaKTEPHSIMH-aHTATOHUCTAMH JIUKOTO THUMA M HX
MyTaHTaMH,  JIMIICHHBIMA  CHHTE3a  aHTHOMOTHKOB  NUPPOJIHUTpHHA U 2,4-
muanetuidaoporronuHona [Dandurishvili et al. 2011], 3To cBUAETENBCTBYET O TOM, YTO, KPOME
AHTHOMOTUKOB, NIPU B3aUMOJICHCTBUHU ¢ (PUTOMATOreHHBIMH OakTepusimu poaa Agrobacterium y
mrammoB P. fluorescens u S. plymuthica IC1270 paboTaet MexaHU3M aHTaroHU3Ma, CBS3aHHBIH C
uHruouTopueM neiicteueM JIOC. C moMonipi0 Macc-CleKTPOMETPUH YIaloCh BBISCHUTB, YTO
OCHOBHBIM II0 KOJIMYECTBY BEIIECTBOM B CMECH JIETYYHX COCIUHEHUH, MpPOIyLUPyEeMBIX
mrammoM S. plymuthica 1C1270, seusercs aumerunaucyinbdun (JAMJIC) [Dandurishvili et al.
2011].

Eme ne ycranosneno, kak JMJIC wim napyrue nerydwe BeUIeCTBa, BBLACISEMBIC
0aKTepUsMH-aHTaTOHUCTAMH,  BO3JCHUCTBYIOT Ha  0Opa3oBaHHME  KOPOHYATOrO  Taja.
Habmronaemblii uccnenoBatensiMu 3 GekT OMOKOHTPOJIS 3aKIF0YAJICS B OCHOBHOM B YMEHbBILIEHUU
pa3Mepa OMyXOJH, YTO HE MOXKET ObITh OOBSICHEHO TOJBKO OakTepruocTaTH4YecKuM 3(pdexTom
JeTy4yux BemiecTB Ha Agrobacterium. Tem He mMenee, MexaHu3mbl neiictBust JIOC mMoryt OBITH
CBSI3aHBI CO CIOCOOHOCTHIO HEKOTOPBIX M3 HUX HAPYIIATh ONPEACICHHBIE YPOBHU U COOTHOIICHUSI
(UTOrOPMOHOB Y pACTECHUIA, SBJISAIONINXCS BKHBIMH (pakTopaMu B pOPMUPOBAHUH KOPOHYATOTO
rayuta [Zhang et al., 2007].

VY oOakrepuit Burkholderia cepacia ymeHbImaercsi cTEleHb TUIMYHOTO OKpAlIMBaHHS
KOJIOHMH TIOJ BO3jCHCTBHEM JieTyunx BermectB Serratia odorifera m Serratia plymuthica, uro
WUTIOCTPUPYET CIIOCOOHOCTD JIETYYUX COCIMHEHUN OaKTEPUATBLHOTO MPOUCXOXKICHUS BIHUATH HA

MeTaboIM3M OaKTepHid, maToreHHbIX T yeaoBeka [Kai et al., 2009].
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1.3.5. JeiictBue JIOC Ha )KMBOTHBIX U IPOTUCTOB

Tak xak jeTyuue BemecTBa pu300aKTEpUl BIMSIOT HA POCT TPUOOB U PACTEHHI, Jainee
MPEIMETOM U3YYCHHSI CTAIO MX BO3JICHCTBUE Ha OOUTAIONINX B TIOYBE )KMBOTHBIX M MPOCTEHIITHX.
[Tpocreiitmme Acanthamoeba castellanii u Paramecium caudatum siBnsitorcst JOMHHAHTHBIMA
nouBeHHBIMU oprarmMami (1.6x10° ocobeii Ha rpaMM IT0UBbI), TUTAIOMUMHUCS GakTepusmu. [Tpu
stom E. coli u Stenotrophomonas maltophilia nogxonsr B kauectBe nutanus i A. castellanii, a
oaktepun Staphylococcus epidermidis, S. marcescens u Pseudomonas aeruginosa He moaxo/sT
[Wang u Ahearn, 1997]. XoTst 10 cuX MOp HE CYIIECTBYET €AUHOTO MHEHHS, HE UCKIIFOUCHO, YTO
JIeTy4He BellecTBa OaKTepuil UMEIOT MPSMOE OTHOIIEHHE K MPUTOAHOCTH TOTO WJIM MHOTO BHUJIA
Oaktepuii B kauectBe mumiy i A. castellanii. Jleryuue coenunenus B. subtilis, P. fluorescens, S.
odorifera u Xanthomonas campestris pv. vesicatoria oTprIaTeIbHO BIUSIOT HA POCT MPOCTEHIIINX
A. castellanii u P. caudatum [Kai et al., 2009].

JlpyruMu oOHUTaTeNns MU TOYBBI SIBJISIIOTCS HEMAaTOHbI, HampuMep, CBOOOIHOXKUBYIIAS
nuTaromasics oakrepusimu Hemaroga Caenorhabditis elegans. C. elegans o6uraer B mouBe u Ha
TpaHUIIE BOJHO-BO3AYIIHOTO pasiena, W, TaKUM 00pa3oM, MOXKET B3aMMOJCHCTBOBATH U C
pPacTBOPUMBIMU B BOJE, M C JIETYYHUMH COCAMHEHHUSIMH, KOTOpbIE, BEPOSITHO, HA HEE BIUSAIOT.
Bakrtepun pona Pseudomonas u apyrue 6akTepuu MPOAYLHUPYIOT AMAICTUI, CIIUPTHI, KETOHBI C
KOPOTKOH YTJIEpOJHON LEMbI0, CIOKHBIE 3(UPHI B KA4eCTBE MPOAYKTOB METa00IM3Ma, KOTOPBIE
MoryT aerictBoBath Ha C. elegans kak xemoartpakTanTsl [Bargmann et al., 1993].

beuio ycranosneno, uro C. elegans obmamaer AByMS THIAMH XEMOYYBCTBUTEIBHBIX
HEWPOHOB, CIIOCOOHBIX pearkpoBaTh Ha JIETy4dHe aTTpakTaHThl [Sengupta et al., 1996]. Kaxnas
napa HEHMpPOHOB OTKJIMKACTCS HAa HECKOJIBKO pPAa3HBIX COCIWHEHUH: OJHH YYBCTBUTEIBHBI K
IUAleTUITy, THpasuHy, THA30dy, JpyTrue aKTUBUPYIOTCS OCH3aJbJETHIIOM, OyTaHOHOM,
M30aMUJIOBBIM CIIUPTOM U THA30JIOM.

VY cBoOomHOXKUBYIICH HeMaTo 61 Panagrellus redivivus u cocHOBOI IpeBECHO HEMATO,TbI
Bursaphelenchus xylophilus mox Bo3aetictBuem takux JIOC, kak ¢GeHOI, OKTAHOII, OCH3AIbICTH/,
OeH3MIaIeTalbIeTH I, JeKaHalb, 2-HOHAHOH, 2-AckaHoH, IuknorekceH m JIMJIC cHmkaercs
MOJIBMYKHOCTD WJTH TIPOMCXOTUT THOeNh HemaTo . TakuM 0O0pa3oM, BOCIPUUMYUBOCTE HEMATO K
TE€M WU WHBIM KOMOWHAILIUAM COSAMHEHHH WILTIOCTPUPYET BHIOCHCIH(PHUSCKYIO PEaKIUi0 Ha
OTHenpHBIe  BemiecTBa. [l09TOMy  M30NATHI  ONpEACTCHHBIX  OakTepuil MOTYT  OBITh
MOTEHIMATBHBIMHU areHTaMu Tt 3P PEKTHBHOrO OMOKOHTPOJIS unciienHocTd HemaTo [Kai et al.,
2009].

Taxoxke B nurepatype ectb npumepbl BiausHus JIOC OGaktepuit Ha HaceKOMbIX. Bbu1o
MOKa3aHo, 4To OepeMeHHbIe caMKku komapa Aedes aegypti mpearnoYTUTEeIbHO OTKIIAIBIBAIOT ST

TaM, e MPUCYTCTBYIOT IPOTEOONKTEPUH, CHHTE3UPYIOIUE JIETy4dhe BellecTBa TaKHue, Kak
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KapOOHOBBIE KHCJIOTHI M METHIIOBBIC ciokHbIe 3dupsr [Ponnusamy et al., 2008]. dpyrum
IPUMEPOM SIBJSIETCSI BRIOOP MeCTa SHIEKIaKH B 3aBUCHMOCTH OT MPUCYTCTBUS TE€X WM HHBIX
JeTYy4YHUX BEUICCTB OakTepuil y OCpeMEHHBIX caMOK MaisipuitHoro komapa Anopheles gambiae
[Huang et al., 2006]. 3nanus 0 OHOIOTMYECKH AKTHBHBIX JIETYYHMX COCAMHCHHSAX OaKTepHil M HX
CMeceii, a TaKXKe 0 COOTBETCTBYIOIINX CTUMYJTUPYIOIIAX KOHIIEHTPALUSIX MOTYT OBITh TIOJIC3HBI JIIS
U3y4CHHs SIHICMHOJIOTHHA HACEKOMBIX M C TOYKH 3PCHUS UX MPUMEHCHHUS NPOTHB YBEIHYCHUSI
YHCIICHHOCTH KOMAapOB.

BrlmenpuBeieHHbIC IPUMEPBI YKA3bIBAIOT HAa BIIMSHHE JICTYYHX BENIECTB OaKTepuid Ha
pPOCT M TOBEIeHHE OecIOo3BOHOYHBIX. DddekThl OakrepuanpHbix JIOC Ha TO3BOHOYHBIX
YKMBOTHBIX WJIM COOTBETCTBYIOIIIUE KJICTOYHBIC KYJIbTYphI ObLIH OnUcaHbl B craThe [ Kurita-Ochiali
et al., 1995]. beuto moka3aHO, YTO JIETy4yHE OPraHMYECKHE KHUCIOTHI (HAIpPUMEpP, MacCsHas
KHCJIOTa, TPOITMOHOBAsI KUCJIOTA, BAJICPHAHOBASI M M30BaJIEPHAHOBAs KUCIIOTHI), IIPOIyLIUPYEMbIE
oakrepusimu  Porphyromonas gingivalis, Prevotella loescheii u Fusobacterium nucleatum,
OOHTAIOIIMMHU Ha TIEPHOIOHTE, YMEHBIIAIOT MPOJIU(EpaUio JIUM(OIMTOB U BBIICICHNAE ITATOKUHA

[Kurita-Ochiai et al., 1995].

1.4. Manou3syuennsie acnekmasl u nEPpcReKMugbl OUOKOHMPOIIA 3A001e6AHUIL PAC eHUT

HccnenoBanrne OakTepuii-aHTArOHUCTOB C TO3MIIMU PACCMOTPEHUS BBIACICHUS HMH
JIETYYHX METa0OJIMTOB OTKPHIBAET HOBBIC M MHTEPECHBIC aCIIEKThl B TOHUMAHUH (H3HOJIOTHH H
XapaKTePUCTHKH JTUX MHKpPOOpraHu3MoB. Muorue Oakrepuansipie JIOC — oka3anoch
HEBO3MOXXHBIM HICHTH(UIIMPOBATH C MOMOIIBIO 0a3 TaHHBIX.

Paznuunble Onotnyeckue w/mnu abuornyeckue (akTopbl MOTYT BBI3BIBATH OIIYTHMbIE
smuccun JIOC y MHOTHX BHIOB pacTeHuil. BcTatoT BOIpoCkl 0 BO3MOKHOCTH CIIPOBOLMPOBATH
OakTepuu 11 BeIAeNneHus 0ospero komndecTsa JIOC, BIUSHUM MUTATENBHBIX CPEJl HA YMHCCHIO
JIOC OakTepHalbHBIMU INTaMMaMH. MHTEpecHO OmpenenuTh, Kak HW3MEHEHHS YCIOBHUM
KyJIbTUBUPOBAHMUS OAKTEPHil BIMSIOT Ha COCTaB BbIIEsAeMbIX cMmecei [Ryu et al., 2004].

BbI10 MOKa3aHOo, 4TO B KOPHSX PACTCHHUH B KauyeCTBE BTOPHYHBIX META0OIUTOB TOXKE
npoayuupytorcss ¥ Bbiaensitoress JIOC [Steeghs et al., 2004]. CeckButeprieHOBBIC JaKTOHBI B
JKCCylaTaX KOPHEH Ppa3IMYHBIX CEJIbCKOXO3SMCTBEHHBIX 3€PHOBBIX KYJIBTYP CTUMYJIUPYIOT
pa3BHUTHE COPHAKOB-TIapasuToB Striga u Orobanche u BeI3biBatoT BeTBICHKE TH(D apOyCKYIAPHBIX
MHUKOPHU3HBIX TPHOOB MPH HU3KUX KOHIeHTpanusx [Bouwmeester et al., 2003; Akiyama et al.,
2005]. B nmutepatype ecTh JaHHbIC 0 ToM, 4TO (E)-kKaproduiieH AeiicTByeT Kak JIeTy4ee BEeIeCTBO,
BBIJICJIIEMOC U3 KOPHEH, MpUBJIeKas HEMaTo/[ K KopHsM Mauca [Rasmann et al., 2005].

Kusble opranusmel  ucnoib3yloT JIOC B KadyecTBE CHUTHAJIBHBIX BEIIECTB IS

CHUHXPOHM3AINH OTIPeAeNICHHBIX MTPOLIECCOB, TAKUX KaK CIIOPYJISIUS, IPOBOLUPYEMasi FEOCMUHOM
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[Scholler et al., 2002] BuHyrpu opranu3ma, M3MEHEHHE YHCICHHOCTH MOMYJISIUH I JUIS
BO3JICHCTBUS Ha JpYyrue OpraHu3Mbl, oOuTaronme B okpyxatouieid cpene [Stahl u Parkin 1976].
['pamoTpunaTebHbIC OAKTEPUN MPUMEHSIOT JIJIs TTepeiadn CUTHaIOB N-aIuiroMocepuHIAKTOHBI
(N-AT'JI), ocTaTku >KHPHBIX KHCIOT (METHJIOBBIH 3(UpP 3-THAPOKCHUIIAIEMUTHHOBOW KHCIIOTHI,
[[MC-HEHACHIILIEHHbIE JKUPHbIE KHUCIOTHI), IUKIMYECKHUE AUIENTUIBl, a TPaMIOJIOKUTEIbHbIE
OakTepuu — aMUHOKHCIOTHI, MOIU(MUIIMPOBAHHBIC TENTUILI WM TaMMa-OyTHPOJIAKTOHBI
(Streptomyces  spp.). K JapyruM  W3BECTHBIM  CUTHaJaM  OTHOcATCS — MeTwi-2,3,3,4-
TeTparuApoOKCUruIpodypat, UHION, KBUHOJIOHBL, S-3-ruapokcuTpuiekan-4-on [Ryan u Dow,
2008]. TIlosromy mast ¢yHIaAMEHTAIbHBIX HCCIACIOBAHHMM €€ OIHUM IEPCICKTHBHBIM
HAIPABIICHUEM SIBIIICTCS M3yUYCHUE 3aBUCHMOCTH aHTAarOHUCTUYECKOW aKTUBHOCTH OAKTEpHUN OT
PA3TUYHBIX TUTIOB PETYJSIIIMKA U CUTHAJIMHTA.

Hcxons u3 nuteparypHbIX JaHHBIX, Hanbonee nepenektuBHbMU JIOC s ganbHeRImx
HCCJIEIOBAHUM C IIEJIbI0 MCTOJIb30BaHUS B arpoOMOTEXHOJIOTHH SIBISIOTCS Cylb(ocoennHeHus,
ocooerno mumerwiaucyabhun (IAMIC), msomnpeH, ameroH, OyTaHoi, (EHUIITAHOI, JEKaH,
JIeKaHallb, TOJIeKaH, 2-yHICKAaHOH, 2-TPUICKAHOH U 2- TpuaeKaH-1-0J1.

O cuHTeze neTyuux Cynb(ocoequHEeHU U cTeneHu HuX 3(PPEKTUBHOCTH MPOTHUB
MOYBEHHBIX MATOI€HOB U3BECTHO MOKa Malio. TeM He MeHee, 3T JIETyure COSAMHEHHS] HaXOIATCS
B moJjie 3peHust uccienosareneii. CuHTe3 Jerydero cepocoaepkamiero coenuuenus JIMJIC B
HACTOSIIEE BpPEeMs AKTUBHO HCCIEAYETCS B KadeCTBE aJbTCPHATUBHI (DyMUTAIIMHM TIOYBHI C
UCIONIb30BaHuEeM OpomMucToro Metuia. Taxxke mpemnonaraercs, yto JIMJIC neiicTByeT B kauecTBe
HIPUPOIHOTO pyMUTAHTA M UTPACT POJIb B €CTECTBEHHOIT 3amuTe pacrenuii [Kyung u Lee, 2001].
HenaBuo nauanmocs tectupoBanue JIMJIC B kauecTBe HOBOTO MPEANOCEBHOTO MOYBEHHOTO

¢dymuranra mox roprosoii mapkoii PALADIN [Dandurishvili et al., 2010].

2. BuokoHTpoas 1 QUOrum Sensing peryJasuus

Y MHOruxX OakTepuil BaKHYIO POJIb B MPOAYLHPOBAHWH BTOPHUYHBIX METaOOIUTOB U
9K30(EPMEHTOB HUIPACT OCOOBINA THIT PETYIIAIMU IKCIPECCHH OaKTepHabHBIX TeHoB Quorum
sensing (QS) [Miller et al., 2001; Pierson et al., 1998]. Bakrepuu ucnosan3yotr QS cucremy
MEXKKJIETOYHBIX KOMMYHUKAIMH U1 KOOPAMHAIIMM OSKCIIPECCUM T€HOB U  yIIPaBJICHUS
IpOIECCaMH, YYaCTBYIOIIUMHU B PETYIISAIUN BUPYJIECHTHOCTH, MPOIYIIUPOBAHHH aHTHOMOTHKOB,
obpaszoBanuu OuorieHOK. Kpome Toro, GakTepuy 4yBCTBUTEIBHBI K CHTHAIBHBIM MOJIEKYIIaM,
CHUHTE3MPOBAHHBIM JIPYTMMHU OpPraHU3MaMH, ¥ TAKUM 00pa30M MMEIOT BO3MOXKHOCTh PearupoBaTh
Ha CHTHAJIbI ¥ KF3MEHEHUS METa00JIM3Ma OPraHM3MOB, HaXOISIIIIUXCSl HEMOCPEACTBEHHO B UX Cpe/ie

obuTanus [ Xwmenn, 2006].
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Jnst dyakauonupoBanus QS-cucteM HEOOXOIWMBI J1Ba KOMIIOHEHTA, BKITFOYAIOIINE
CHUTHAJIbHBIE MOJIEKYJIbI C HU3KOH MOJIEKYJISIPHOM MacCoi, JIETKO MPOXOSIIUe Yepe3 MeMOpaHbl
KJIETOK, TaK HAa3bIBA€MbI€ ayTOMHYKTOPBI, U B3aUMOCHCTBYIOIINE C HUIMH PELIEITOPHBIE OCIIKH,
BBITMOJHSIONINE PEryIATOpHbIe (QYHKIUU. AYTOUHIYKTOPBI MOTYT OBITh Pa3HOM XHUMHYECKOM
npupoasl [Xmenb, 2006]. CurHaabHble MOJEKYJIbl, AYTOMHIYKTOPBI, MNPOAYLHPYEMbIC
OaKTepHsIMH, CTPYKTYPHO pa3IMYyaroTCs, OJHAKO, MHOTHE W3 HHX SBIIAIOTCS COCAMHEHUSIMH C
MaJIbIMUA MOJIEKYJISIPHBIMUA MaccaMi, KOTOPbIE MOTEHIIUAIBHO MOTYT OBITh JICTY4YHMHU.

KoHnuenTpanus ayTOMHIYKTOPOB B Cpele HAXOAWUTCA B NPSIMONH 3aBUCUMOCTHU OT
konuuecTBa Oakrtepuii. [lo Mepe TOro, kak MOMYNSIIHS JOCTUTA€T KPUTUYECKOTO YPOBHS
YHCJICHHOCTH, ayTOMHIYKTOPHI HAKAIUIMBAIOTCS 0 HEOOXOJMMOTO MOPOTOBOTO 3HAYCHHUS, YTO
NPUBOJUT K AaKTHBALIMU OIPENEICHHBIX TE€HOB M omepoHoB. [Ipomcxoaut 310 Onaromaps
B3aMMOJICHCTBHUIO ayTOMHIYKTOPOB C COOTBETCTBYIOIIMMH PELIETITOPHBIME Oenkamu. Komriekchbl
pelenTopHbIi  0eI0K-ayTOMHIYKTOP acCOLMHUPYIOT C MPOMOTOPHBIMH OOJACTSIMU TEHOB U
OTIEPOHOB, YTO MPUBOAUT K MHAYKIIMH UX dKcnpeccuu [ Xmenb, 2006].

B kauectBe ayroumHaykTOpoB QS-crucTeM OakTepUM HCHOIb3YIOT IIMPOKUN CHEKTp
XUMHYECKHX coenvHeHWd. K  cUrHanmbHBIM  MOIIEKYJTaM  OTHOCSTCS — pa3iuyHble  N-
ariromocepunnakToHsl (AIJ]). Takue MoneKynbl COCTOST U3 TOMOCEPUHIAKTOHHOTO KOJIbIa U
O6okoBoi ammnpHOW 1enu. AI'JI pasznuuaroTcst JIMHOM anMIbHOM LENMM M HPUCYTCTBHEM
3aMEIIAIOIINX TPYIMITHUPOBOK B AIMIIBHBIX IETISIX. DTH CBOMNCTBA 00YCIABINBAIOT CIETIM(PUIHOCTD
nevicteust ATJI [Xmens ¢ cotp., 2002; Veselova et al., 2003; Xwmens, 2006].

QS sBiseTcs KIIOYEBOM PEryISATOPHOM CHCTEMOM, B3aUMOJCHCTBYIOIIEH CO MHOTUMHU
npyrumu perynstopamu [Girard u Bloemberg, 2008]. N- anuia-roMocepHHIAKTOHBI JCHCTBYIOT
KaK CUTHAJIBI TJI00AIBHON PEryISnyU B IPUPOe. Y MHOTHX OaKTepuii, B TOM YHCIE Y HEKOTOPBIX
mrammoB Pseudomonas aureofaciens, P. aeruginosa u Serratia, cuare3 AI'JI HaxoguTcst MO
KOHTPOJIEM JIByXKOMITOHEHTHOM curHaibHOU cuctembl Tuna GacA/GacS [Chancey et al., 1999;
Reimmann et al., 1997]. Ot rno6ansHoi peryssimun GrrA/GrrS (romomor GacA/GacS cucremsr)
3aBucut cunte3 AI'JI mrrammowm Serratia 1IC1270 [Ovadis et al., 2004]. I'mo6anbHbIE PeryyIsTOPbI
skcnpeccun reHoB  GrrA/GrrS-cuctema u  cyobenununa curma S PHK-momumepassi
BO3/eiicTBYIOT Ha QS perymsiuio oOpa3oBaHus OMOIUICHOK Y pu3ocepHbIX OakTepuii Serratia
plymuthica IC1270. MuakTuBaius reHOB QrrS u rpoS NpUBOIUT K CHHIKEHHIO OOpa30BaHUsI
OuoruteHoK B 6—7 1 4—5 pa3 cooTBeTCTBEHHO [3aiirieBa ¢ coasT., 2009].

HItamm S. plymuthica 1C1270 BeicTynaer B KauecTBe areHTa OMOKOHTPOJISI ¥ TIOAABIISIET
POCT pa3n4HbIX (uTonaroreHoB, Bkirouas R. solani u Pythium aphanidermatu. B ycnoBusix
rermuiel S. plymuthica IC1270 s¢dexTrBHO 3ammuiiaer 6000Bbie POCTKH OT KOPHEBOM THHIIH,

BbI3BIBacMoOii Tprbom R. solani, u poctku orypra ot Pythium aphanidermatum [Chernin et al.,
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1995; Ovadis et al., 2004]. V myranros Serratia 1C1270, nedekTHbIX 10 reHam QrrA, grrS wiu
rpoS, pe3ko CHIDKACTCSd CHHTE3 AalWITOMOCEPHHJIAKTOHOB, CHHTE3UPYEMBIX THUKHUM THIIOM
Serratia 1C1270, 4TO CBUAETEIHCTBYET O KOCBEHHOM BIIMSHHU TJIO0AJIBHBIX PETyJsSTOPOB
GrrA/GrrS u RpoS na ¢pyukuunonupoanue QUOrum Sensing cHCTeMbl y 3TOrO IITaMMa M Ha €ro
aHTaroHUCTHYEeCKyIo aktuBHOCTH [Ovadis et al.,2004]. HectocoGHOCTH FPOS MyTaHTa mrtamma S.
plymuthica IC1270 npoxyuupoBats AI'JI cCBHIETENBCTBYET TAKXKE O B3aUMOCBSI3H MEXKIly CUTMa
daxTopom RpoS u QS y 6axrepuii [Flavier et al., 1998].

Opnnako, Mo ApyruM aaHHbIM, y mtamma P. putida WCS358 RpoS He BoBicueH B
perymsmuio cuntesa AIJI [Kojic et al., 1999]. Myranrtel, aedekTHble o reHy FpoS, He
OTJIMYAIOTCS 110 HAKOILJICHHIO CUTHANIBHBIX MoJieKy1 AI'JT ot qukoro tuna y Burkholderia cepacia
[Aguilar et al., 2003], Toraa kak mis Pseudomonas aeruginosa takue MyTaHThbl JEMOHCTPHPYIOT
HOBBIIICHHBIA ypoBeHb TpaHckpumnimu renoB QS [Whiteley et al., 2000]. Takum oOpa3som,
JanbHelIee u3ydeHue B3auMmojeicTBus QS-cUCTeM W JPYrHX TJIOOAIBHBIX PEryJISTOPOB Y
Pa3IMYHBIX POJIOB OAKTEPHIA MEPCHEKTUBHO ISl YCTAHOBJICHUS POJIM KIIETOYHBIX MEXaHHU3MOB B
AQHTAarOHUCTHYECKOM aKTUBHOCTHU OAKTEpHil.

3HaHUEC MEXaHW3MOB U PETYISIUN KJICTOYHBIX IMPOIECCOB SIBISIFOTCS KIFOYCBBIMH IS
CO3JaHUsl W BHEApEHHUs crpareruii owokouTposs. B padore Muller et al. (2008) usywanocs
BIIMSITHUE KOMMYHHKAIMIl MUKPOOPTraHW3MOB, UHIylHpoBaHHbIX Al'JI, Ha akTMBHOCTH OakTepuil
B o0nactu OMOKOHTpossl. bbulo mokasaHo, uto curHaiel, oOycinoBneHHbie Al'JI, urpatot poss B
criocobnoctu Gakrepwuii S. plymuthica HRO-C48 nonasnsite ¢puronarorennsiit rpud Verticillium
dahliae. BriepBbie Obuia BoisiBiieHa perynstopHas ¢pyHkuust ATJI B cuHTe3e WHIO0IMII-3-YKCYCHOM
KHCIIOTBI, TOPMOHA pocTa pacteHuidl. Kpome Toro, Obu10 BhissicHeHO, uTo S. plymuthica HRO-C48
BBIJICTISICT ~ MIMPOKUM  CHEKTp  JIETYYMX  OPraHWUYECKMX  COCIUHCHHUH,  00Jagaronmx
NPOTUBOTPUOKOBON aKTHBHOCTBIO M, YTO HMHTEPECHO, OTHOCHUTEIBHOE KOJMYECTBA KOTOPBIX
Haxoautcs mox QS perynsuumeit [Muller et al., 2008]. Takum o6pazom, QS urpaer BaxHyr0 pojb

B DKCIIPECCHU T€HOB, 00ECIIEUNBAIOIINX CITOCOOHOCTH mTamMmmoB S. plymuthica k GuokonTpoITIO.

3. HeiliporoxcuyHass He0eJIKOBAasg aAMUHOKHCI0TA OeTa-N-MeTnaiamMmuu-L -aianul u ee

pPoJib B 0M0JIOTHYECKHX CHCTEMAX

He6enkoBbie amuHokucinotsl (HBA), cuHTe3upyeMble pacTeHUSIMU U MUKPOOPTaHU3MaMH,
ABIIAIOTCS OMOJIOTMYECKH AKTHUBHBIMU BELIECTBAMHM, BBITOJHSIONIMMHU 3allUTHBIE (OTBET Ha
CTpecC) M PeryJsATopHbIe (mepenaya curHanoB) GyHKUuU. aeHTU(UIMPOBAHBI COTHH MOJIEKYJT
HBA, oxoio 250 ux pa3HOBUAHOCTEH HaliaeHo B pacteHusx [Vranova et al., 2011]. HBA sawusitot
Ha B3aWMOJICHCTBHE OPraHU3MOB C OKPYKAIOIIEW Cpelo, CIyKaT 3HAYUTEIbHBIM pPE3E€PBOM

OpPraHMYeCcKOro a3oTa BO MHOTHX JKOCHCTEMax, HEKOTOphie pasHoBUAHOCTH HBA sBusroTcs
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dburocunepopopamu [Zhang et al., 1991; Shenker et al., 2001]. HBA o6HapyXHBarOT HE TOJIBKO
B KHMBBIX OpraHM3Max, HO M B Cpelic MX OOMTaHUs - MouBe, Topde, OCaTOUYHBIX MOpPOJaX, B
Bonoémax [Casagrande u Given, 1980; Kvenvolden et al., 1971]. Monekynst HBA wmoryt
OKa3bIBaTh CYIIECTBEHHOE HETraTUBHOE BO3JCWCTBHE HA OPraHU3Mbl KUBOTHBIX U YEJIOBEKa,
HAKAaIUIMBASCh B IETISIX MUTAHUSL.

Oynkiun HBA B mMerabonm3Me HX NPOAYLEHTOB H3Y4YEHbI IIOKA HEJOCTaTOYHO.
[Ipeamonaraercsi, YTO 3TH MOJEKYJIbl MOTYT OBITh CUTHAJIBHBIMHU M y4acTBOBATh B PEryJIsLUU
SKCIIPECCUM T'€HOB B MOMYJsAMHU. XenaTopHble cBoiicTBa HBA Moryr momorarh pacTeHUSM U
MUKpPOOPTraHU3MaM CBSI3bIBATh HOHBI METAJUIOB B YCIIOBUSAX UX AeduiuTa. Tokcuyeckue cBONCTBA
HBA wmoryr wucnonb3oBaTbCsi A8 KOHTPOJS YHCIEHHOCTH COOCTBEHHOM MOMYJISIIUU B
MEHSFOIINXCS YCIOBUSIX OKPY’KAIOMIEH CpeIbl With JJ1si 00phObI C KOHKYPEHTaMH ISl TT01aBIICHHS
UX pOCTa U Pa3BUTHSL.

C TOYKM 3peHuss SKOTOKCHKOJIOTMM OOJIBIION HMHTEpPEC MpeCTaBiIsieT HeOeIKoBas
aMHHOKHCIIOTa B-MerTwinamuH-L-ananun (BMAA), oOHapyxenHas B 1967 roay [Vega u Bell,
1967] u cmocoOcTByrOmas, KakK IOJIATalOT, Pa3BUTHIO HEKOTOPBIX HEHpOereHepaTHBHBIX
3abosieBaHuil y yenoBeka [Spencer et al., 1987; Bradley u Mash, 2009]. B nagane 2000-x rogoB
obu10 Mokazano [Cox et al., 2003], uto BMAA MOryT B 3aMETHBIX KOJIMYECTBAX MPOYIIHPOBATH
[IMaHOOAKTEepHH - ApeBHEME PoToaBTOTpOdHBIE OAKTEPHH, PACTIPOCTPAHEHHBIE TOBCEMECTHO
B BOJHBIX M HAa3eMHBIX dKOCHCTeMax. biaronaps pa3paOoTaHHBIM MOJIEKYJISPHO-T€HETUYECKUM
METO/aM HCCIIEJOBaHUIN IIMaHOOAKTEPUM XOPOIIO H3YYEHBI: B HACTOSIIEE BpeMs JOCTYITHA

uH(poOpMaIrs 0 TeHOMax HECKOJBbKHX JecaTKOB BUa0B [ Kokiraposa, 2010].

3.1. IIpoayuenTs! 1 nyTH pacnpocrpaHenus BMAA

Briepssie BMAA 0b11 BeiziesieH u3 cemsiH pacterus Cycas circinalis [Vega u Bell, 1967].
DTO pacTeHHe BKJIIOYCHO B PAIMOH MHUTAHUS KOPEHHBIX JKUTENeW ocTpoBa ['yam, B MOMYISAIIUN
KOTOPBIX OBLTIO OOHAPYKEHO MPEBHIIIICHUE YHCIa CITyIacB HelpoIereHepaTHBHBIX 3a00JICBaHIH B
50-100 pa3 mo cpaBHEHHIO C CpeaHeMHUPOBbIM ypoBHeM [Spencer et al., 1987]. Css3annbie ¢
Oenkamu Monekynsl BMAA o0Hapyxunu B Mosre >kutened ['yam, ymepmmx oT 00Je3HU
Anbrreiimepa u 6okoBoro amuorpoduueckoro ckieposa (BAC) [Bradley et al., 2009]. Cpennss
KOHIICHTpAIlis aMUHOKHUCIIOTHI OblJIa 3HAUMTENbHA - 627 MKT Ha 1 T TkaHe# mo3ra. [1pu ananuse
ATOM MPpoOIEMBI IMaHOOAKTEPUN pacCMaTPUBAIHM Kak HanboJiee BepOsITHBIEC MpoaylieHTel BMAA.
W3BecTHO, 4TO 1IMaHOOAKTEPUH, MPOAYIIUPYIOIINE TOKCHUHBIE BTOPUYHBIE METAOOIUTHI, 4aCTO
ObiBatlOT cuMOMOHTamMH pacteHuil. BMAA geiicTBuTtensHO OBUT HAlIGH B KOJOHHAX
cuMOnoTHYeCKHX HaHoOakTepuii m3 pomoB Nostoc u Anabaena [Murch et al., 2004],

JIOKaIM30BaHHBIX B 00KOBBIX KOopHsX C. circinalis [Cox et al., 2003]. Kak mokasanu qanpHe#Ime
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UCCIICIOBaHMS, B THINEBBIX IEMAX YKOCHCTEMBI OCTpoBa ['yaM MpOUCXOAUT OMOAKKYMYIISILIUS
BMAA [Cox et al., 2003; Murch et al., 2004]. Tak kounenrpanus BMAA pactér npu nepexoe
ot rimanobakrepuii (0,3 MKI/II) K ceMeHaM CaroBHUKOBBIX (110 1160 MKr/i1), a 3aTeM K MapuaHCKOH
aeryueii nucuie Pteropus mariannus mariannus (3560 MKr/ii), KOTOpyr abOpPHIeHBI OCTPOBa
CUUTAIOT JICINKATECOM.

BnocneactBun cnywam peructpauun  BMAA B KOJOHMSIX pa3aUYHBIX — BUIOB
nuanobakTepuil Obutn otMeueHsl B FOxxHOM Adpuke [Esterhuizen u Downing, 2008], Ilepy
[Johnson et al., 2008], CIIIA [Brand et al., 2010], B mBeackoii akBaTopuy baaTHiicKoro Mops
[Jonasson et al., 2010], B I'epmanuu [Contardo-Jara et al., 2014], ITopryramuu [Cervantes Cianca
et al., 2012], Benukoopuranuu [Metcalf et al., 2008], na I'aBaitsix [Banack et al., 2007], 8 Unauu
u Asctrpaymmu [Cox 2005]. Paznuunbie ucciie[oBaTeIy HE3aBUCHMO JIPYT OT JAPYyra OOHAPYKUIH
BMAA B 1inaHo0akTepHsiX, BEIICICHHBIX U3 MOPCKOM, TPECHOBOIHOM U HA3€MHOM Cpejl OOUTaHuUs
[Banack et al., 2007; Esterhuizen u Downing, 2008; Downing et al., 2011; Metcalf et al., 2008;
Spacil et al., 2009]. HenmaBHo cooOumian, uto BMAA MoOryr mnpoayuupoBath HE TOJBKO
IUaHOOAKTEePHH, HO, BEPOSITHO, W JpPyrUe MNPEICTaBUTENH (PHUTOIUIAHKTOHA, B YACTHOCTH,
JMaTOMOBBIE Bojopociu u auHoduareuiatel [Jiang et al., 2014; Lage et al., 2014; Faassen, 2014].
He wuckimoueHo, 4YTO pAacTeHHs CIOCOOHBI OOpa3oBbIBaTH M HakamumBath BMAA wu
CaMOCTOSITENIbHO, B OTCYTCTBUE IMaHOoOakTepuil. Tak, BMAA o0HapyXuiau B pa3HbIX TKaHSAX
pactenust Cycas miCronesica, JIMIIEHHOTO CHMOMOTUYECKUX IMaHOOAKTEPHiA, TPUIEeM OCHOBHAS
macca BMAA (75%) nakarmBaniach B TkaHsx kopueit [Marler et al., 2010].

Takum 00pa3oM, ecThb SKCIEpUMEHTaJIbHBIE CBUIETENbCTBA TOro, yTo BMAA Moxer
00pa30BBIBATHCS B KIETKAX Pa3HBIX Pyl (JOTOABTOTPOGHBIX OPTaHU3MOB - BBICIINX PACTEHHIA,
[IMaHOOAKTEepHiA, AMATOMOBBIX BOJOpOCIEH, AWHOQuareuaT. M3 (uTomIaHKTOHa 1O Ienn
nutanuss BMAA mnonagaeT B 300IUIAHKTOH, B KJIETKH OECMO3BOHOYHBIX XKHUBOTHBIX (MHIWH,
YCTPHII, KPEBETOK), HAKAIUIMBACTCS B MO3T'€ M MBIIIEYHOW TKaHU pbIO [Jonasson et al., 2010], a

34TEM 3Ta aMUHOKHCJIIOTAa MOXKET MOMNAaCTh B OPraHU3MBbI BBICHINX )KHUBOTHBIX U YCJIOBCKA.

3.2. Metoasb! o0Hapyxenuss BMAA B 6uosiorn4eckux odpasnax

BrepBeie HeOenkoBass amuHOkHcIoTa BMAA Obputa uaentudunupoBana B 1967 ¢
MOMOIIbI0 KATHOHHOW OOMEHHOHN XpoMarorpaduu U3 CIUPTOBBIX IKCTPAKTOB CEMSH JPEBHETO
pacTeHus cemeiicTBa caroBHUKOBBIX Itukac 3aButoit (Cycas Circinalis) [Vega u Bell, 1967]. C
MOHMMaHKUEM TOTO0, YTO MPUPOJHBIM UCTOUYHHKOM BMAA siBisitorcst maHoOakTepuu [Cox et al.
2003, 2005] Bo3HUK OOJIBILION WHTEPEC MCCIEAOBATENEH K aHAIM3Y PA3JIMYHBIX MOTEHIMAIHLHO
OTIaCHBIX MITAMMOB Ha mpeaMer uaeHTU(ukarmu BMAA. Oka3anochk, 4TO 3TH HUCCIEIOBaHUS

JaBald MPOTHUBOPEUMBBIE DPE3YyJbTaThl B IUIAHE YCJIOBHM OOHApYKEHHUS M KOJIMYECTBEHHOTO
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omnpeenenus 3toro nuanorokcuna [Esterhuizen m Downing 2008; Faassen et al. 2009; Jonasson
et al. 2010; Metcalf et al. 2008; Rosen u Hellenés 2008].

Jis unpeatudukanmmn BMAA ucnonp30Baid METObI aMUHOKHUCIIOTHOTO aHAJIA3a, TAaKUe
KaK BBICOKOA((PEKTHUBHAS JKUAKOCTHAsE XpoMaTorpadusi ¢ GIyopecleHTHBIM JIETCKTHPOBAHUEM
[Cox et al. 2005; Metcalf et al. 2008], razoByro xpomaTorpapuuecKyr0 Macc-CICKTPOMETPHIO
[Duncan, 1991; Esterhuizen u Downing 2008; Guo et al. 2007; Pan et al. 1997), sanekrpodopes
[Baptista et al.,, 2011] u yubTpa-BHICOKOI(PPEKTUBHYIO HKUIKOCTHYIO XPOMATOrpapuio -
TaHJIEMHOYIO Macc-criekTpomeTpuio [Jonasson et al., 2010; Spacil et al., 2009]. O6wmum s
HECKOJIBKUX 3THUX METOJIOB SIBIISICTCS MCIIOJB30BAaHHE JTAla JePUBATH3AIMN C 6-aMUHOXMHOJIUJI-
N-TUapOKCHUCYKITMHUMHUTHIIKapOaMaToM, Mmo3Bossttonieit nerektuposats BMAA [Banack et al.,
2007; Jiang et al., 2013, 2014; Jonassonet al., 2010; Murch et al., 2004]. Takas nepuBaTu3aIus
YBEIIMYHUBACT MacCy UCKOMOTO BMAA, 4T0 MPUBOIUT K YIIYUIICHUIO COOTHOIICHUS CUTHAJ-IITyM
U OTBETa HA HOHM3AIHUIO DIIEKTPOCHpPEEM. ITO JOCTHUTaeTcs YBEIMYCHUEM aKTUBHOCTH
noBepxHOCTH BMAA 1 yMeHBIIEHHUEM MOJIIPHOCTH JIJIs pa3/ieIeHNs C TOMOIIBI0 00paTHOM (ha3bl
BbICOKOd(p(pekTuBHOI skumkocTHOM xpomarorpaduu [Jiang et al., 2013]. B Heckonbkux
UCCIIC/IOBAaHUSIX BMECTO ATOr0 IOJAXOJA HCIOJIb30BANACh JICpUBATH3AIMS C  MPOIUII-
xmopodopmom (EZfaast, Phenomenex, Torrance, CA) wuiu ¢ JaHCHIXJIOPHIOM H Macc-
criekTpoMeTpuyeckuii anamu3 [Downing et al., 2014; Esterhuizen-Londt et al,. 2011; Esterhuizen
u Downing, 2008; Salomonsson et al. 2013]. Kpome Toro, MeTosl 6€3 3Tamna JepruBaTH3AIHH,
OCHOBaHHBIE HCKIIOYUTENIbHO Ha MAacCC-CIEKTPOMETPUYECKOM aHajh3e C pasJelieHHueM C
MOMOIIBI0 THAPODUIBHON XpoMaTorpaduu HMHOTIA HE TO3BOJSLUTM OOHapyxuTh BMAA B
ranoOakTepuanbHbIX oOpasiax [Rosen u Hellends, 2008], a nHora akKypaTHO OMPENEIISIIN 3Ty
amuHOKucnoTy [Faassen et al., 2009, 2012]. B uensx yaydiieHHS METOAOJIOTHU OTPEACICHUS
BMAA 0bu10 IpOBEICHO CPABHUTEIIBHOE HCCIICIOBAHUE aHATTUTHYSCKIX BO3MOYKHOCTEH MeTo/1a
BbICOKOA(D(DEKTUBHOM JKUAKOCTHOM Xpomarorpaduu ¢ QIyopecleHTHbIM JETCKTHPOBAHUEM
(meton BDXX ¢  QuyopeclieHTHBIM JETEKTHPOBAaHWEM) H  METOAA  IKHUIKOCTHOM
xpomarorpadun/TanaeMHol  Macc-ciekrpometpun  (Meton JKX/MC/MC) [Faassen et al.,
2012].00hccnenoBanue mokasano, 4ro Metoq BOXKX ¢ duyopeciieHTHBIM IETEKTHPOBAHUEM
OKa3aJICs MEHEEe TOYHBIM JIJIi aMUHOKHUCIIOTHOTO aHAJIM3a B CIIOKHBIX OMOJIOTHYECKUX 00pa3iiax
u MoXeT mepeornieHUTs KoHIeHTparuu BMAA. Merong XKX/MC/MC oxka3aiics 0ojiee TOYHBIM
[Faassen et al., 2012; Jiang et al., 2012]. OxHOBpeMeHHO apyrasi Hay4Has rpyIna COOOIINIa, YTO
metona XKX/MC/MC HenoouenuBaet koHeHTpauud BMAA [1B cBsizu ¢ 00pa3oBaHUEM A TyKTOB
U MeTaJTueckux komiuiekcoB BMAA B orcyrerBum 3tana nepuBatuzanuu [Glover et al., 2012].
HenaBHo Oblmu TIpOBENEHBI CpaBHEHUs pe3ynbTaToB MeTonoB BOXKX ¢ duyopecueHTHBIM

nerektupoBanueM U JKX/MC/MC ¢ ucnonp3oBaHHEeM JAepuBaTH3aUU ¢ 6-aMUHOXHHOJIMI-N-
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TUAPOKCUCYKITMHUMUIUIKApOaMaToM 1 ObIJI0 0OHAPYKEHO, YTO 00a METO/Ia Taf0T OJUHAKOBBIC
koHieHtpaiun BMAA [Mondo et al., 2014]. Ceituac meton XKX/MC/MC ¢ ucnosib30BaHHEM
JIepUBaTH3AIMHU C 6-aMUHOXHHOJIWI-N-THAPOKCUCYKITMHUMUANIKApOaMaToM sIBJIsIeTCsl Hanbosee
4aCTO UCIOJIb3yEMbIMU METOJIOM Ipu aHasin3ze BMAA.

BaxxnpiM acriektom nipu uaeHTUGUKamu BMAA B OGuonorndyeckux odpasmax sBIsICTCS
CI0C00, € MOMOLIBI0 KOTOPOTO IPOBOAUTCA KCTpaKUUsA. METOIUKN SKCTPAKLUU BapbUPYIOT B
paboTax pa3HbIX aBTOpPOB. B OOJBIIMHCTBE HCCIENOBAaHUN HCIOJIB3YETCSl NPELMUIUTALUSA
(ocaxxnenue) 6enkos [Banack u Cox, 2003; Banack et al., 2007; 2011; Cox et al., 2005; Jiang et
al., 2014; Lage et al., 2014] unu kaTroH-0OMeHHast TBEpA0(a3Hast SKCTPAKIIKS C IEIBIO YaAaIeHUs
Mmernaromux coeauuenuii [Jonasson et al., 2010; Lage et al., 2015; Spacil et al., 2009].[1HenasHo
OBUIO TIPOBE/ICHO HCCIIEIOBAHNE, IOCTABUBINEE CBOCH IEIbI0 CPaBHHUTH 3()(HEKTUBHOCTH TPEX
UCIIONIB3YEMBIX METOJOB JKCTpakiuu BMAA u3 KynbTyp LHMaHOOAKTepUH U JUATOMOBBIX
Bojopocieii [Lage et al., 2015]. Cpenu HEX aganTHPOBAHHBIH METO] TBEpA0(ha3HON SIKCTPAKIIHH,
HEePBBIA METOJI, YIIOMHHABIIUICS JIIs SKCTpakuud BMAA 13 BomHBIX opranu3MoB [Jonasson et
al., 2010; Spacil et al., 2009]; merom mnpeuumUTaUU OEIKOB, IO3BOJIMBIIUN BIIEPBbIC
skcTparupoBath BMAA u3 auatoMoBsIX Bogopocieii [Jiang et al., 2014], u MmeToa npenunuTaum
OenkoB TpuxjopykcycHoi kucnotoi (TXY), Haubomnee ucnonb3lyemblil B uccnenoBanuax bMAA
[Murch et al., 2004]. Ins nociemnero u3 ymoMmsHyTeix meromoB [Murch et al., 2004], psn
koHueHTpanuii TXY mpoBepsutuch Ha peIMET YTOYHEHHsI ONTHMaIbHON KoHIeHTparuu [Cohen,
2012], nocratouHo#l Ui TMOJHOW mpenunuranuu OenkoB. Kpome TOro, uccienoBaiach
3¢ (HEeKTUBHOCTH JepUBaTU3 AL c HCIIOJIb30BaHUEM c 6-amMuHOXHHOMI-N-
TUAPOKCUCYKITMHUMUIUIKapObamara. BapuabunbHocTts oOpazoBanusi BMAA auatoMoBbIMU
BOJOPOCISIMM M LIMaHOOAKTEpUSIMU CpaBHUBalach B OSTOM HCCIEAOBAHUM TIOCPEICTBOM
KOJIMUECTBEHHOTO omnpeneneHuss BMAA B pa3nuyHbIX BHAAX M IITaMMax C UCHOIb30BAaHUEM
MeTo/a mpeuunuTanuu 0enkoB ¢ nomousio TXY. DTOT MeTo oka3ajics IO MHEHHIO aBTOPOB,
Haubos1ee 3hHEeKTUBHBIM.

st onpenenenuss BMAA B mpHUpOAHBIX BOIHBIX OOpasiiax ObUI MCIOJB30BaH METOJ]
anepHoro marautHoro pesonanca (IMP) (*H NMR) [Moura et al., 2009]. DtoT ToKcHH
HKCTPArupoBaIM U3 00pa3IOB ¢ MOMOUIbIO TBEPO0-(ha3HON IKCTPAKIIMU U UACHTU(DUIIUPOBAIIU C
nomouipto SIMP 0e3 stanoB aepuBatuzanud. MUHHUMaJIbHBIA ypOBEeHb ompezeneHuss bMAA
COCTaBUJ 5 MKI/MJI. DTOT METOJ aBTOPbl PAcCCMaTPUBAIOT KaK JOCTATOYHO OBICTPHIA U

s exTHBHBIHN 11 0OHapykeHust BMAA B IpupoaHbIX OMOJIOTHYECKUX 0Opa3ax.
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3.3. buocunres, ouorpanchopmanus u tpanicnoptr BMAA

BMAA B nmaHo0akTepusiX PEruCTPUPOBAIN KaK B CBOOOJIHOW, TaK W B CBSI3aHHOH C
Oenkamu Gopmax. JlaHHbIe 00 X KOHIEHTPAIMAX XapaKTEPU3YIOTCS CYIIECTBEHHBIM pa3opocom
[Cox et al., 2005; Esterhuizen u Downing, 2008,]. ITo-Bugumomy, cuate3 BMAA MOKeT 3aBUCETh
OT ycioBuid U (a3bl pocTa KyJabTyphl, JaxKe B OAHOTUIIHOW KYJIbType, OCOOCHHO B COCTOSTHUM
crpecca [Downing et al., 2011].

JleranpHple MexaHU3Mbl cuUHTe3a BMAA B KieTkax LIHMaHOOAKTEpUH U pacTeHUi
JIOCTOBEPHO TIOKa HE M3BECTHHI. J[ByXcTyneHuaras cxema OwocuHTe3a BMAA, B KOoTOpOM
nucTenH, ochoceput, 0-aleTUICEPUH WK [IUAHOATAHUH SBIISIOTCS BO3MOXKHBIMHU HaYalbHBIMU
COCMHEHUSIMH, Obllla MpEeIIo’KeHa Ha OCHOBE JAHHBIX 00 JKCIPECCHU T'€HOB, KOAWUPYIOMIUX
(depMeHTHI (B T.4. IUCTEUMHCHHTA3y U MeTWITpaHcdepasy), B Cycas rumphii [Brenner et al., 2003].
Orta rumote3a mnpeanoinaraet (1) HykieoduiabHOE MNpPUCOEIMHEHHWE aMHUHOTpymmbl u (2) ee
nocleAyIolee METHIMpOBaHUEe MeTunTpaHnchepa3oil. Ha mepBoit ctaauu mpeanoaoKUTEIbHO
IPOMCXOIUT IIEPEHOC aMMHaKa U3 CPeIbl Ha B-aToM yriepo/ia atanuHa (LucTenHa, pochocepuna,
O-anerniicepuHa WM HAHOATAHWHA), B PEAKIINHU, KaTATU3UPYeMOH (EepMEHTOM, CXOIHBIM C
HUCTEeMHCUHTa30i. Ha crnemyromel cTynmeHHM NPOUCXOAUT METUIUPOBAHUE C YYacTHEM S-
aJICHO3MIIMETHOHMHA, JICHCTBYIOIIEr0 B KauecTBe JOHOpa METWIbHOW rpymmsl [Brenner et al.,
2003].

JlauHbix 00 ycnoBusx cuaTe3a BMAA B nimanoOakTepusx moka oueHb maio [ Downing et
al., 2011]. Ecnu B cpeny pocra nmanobaktepuit Microcystis PCC 7806 u Synechocystis J341
1106aBUTH MeueHsbIit ammonuii °NH4*, To B HOpMaIBHBIX YCIOBUAX M30TOM JIETEKTUPYETCS TOIBKO
B 0enkoBBIX aMuHOKHCToTax [Downing et al., 2011]. U TopK0 B YCIOBHSX a30THOTO T'OJIOAaHUS
MEUCHBII aToM a3oTa oOHapykuBaercsi B coctae BMAA [Downing et al., 2011]. Bo3mosxHo,
cuHTe3 BMAA B nnaHoGakTepusix yCUIMBAeTCs MPU HEJOCTAaTKE a30Ta.

MexaHu3MBbl aKKyMYJSuu 1 Tpanchopmanud BMAA B pacTeHUSAX U )KUBOTHBIX U3y4YCHBI
takxe HepoctatouHo [Baines et al., 2005; Brenner et al., 2000; Coleman et al., 1997; Downing et
al., 2015]. UsBectHo, uTO TpuU OWOTpaHCHOPMAIMH KCCHOOMOTHKOB B KIETKaX PaCTCHHMN
IPOMCXOTUT MpoIecc UX MOAU(UKAIUU C 00pa30BaHUEM BOJIOPACTBOPHUMOTO COCITMHEHHS ITyTEM
KOBQJICHTHOT'O CBSI3bIBAHUS CO CHEIU(PUUECKUMH THAPO(UIBHBIMH MOJIEKyJIaMH (HampuMmep,
TJIFOKO30#, MaJlOHATOM, TJIYTATHOHOM) M TOCJEIYIOIIUM 3aKIIOYCHHEM STOTO COEJIWHEHUS B
Bakyonn wim anorutactel [Coleman et al., 1997]. O6napyxennoe B kierkax C. demersum
CHIDKEHHME BHYTPUKJIETOUHOM KoHIeHTparuu BMAA B oTcyTcTBHE BBIOpOCa TOKCMHA 0OpaTHO B
cpedy, BO3MOXKHO, CBHJIETENBCTBYET 0 OnoTpanchopmanuu BMAA B 3TOM BOJHOM pacTeHUU
[Downing et al., 2015]. Pamuon3oTonHbIi MeTox ¢ Hcmomb3oBanneM L-BMAA-4,4,4-Ds,°N;

moKkasail, 4To pecHOBOAHbIe MouTFocku Anadonta cygnea, Unio tumidus, Dreissena polymorpha
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u Corbicula javanicus normomator BMAA wu3 okpyxaromeii cpeast [Downing et al., 2014].
Hauboinee BepostHo, uto BMAA TpaHcnopTupyercs BHyTpb KJIETOK MUANUN C TOMOIIBIO OETKOB-
TpaHcnopTepoB, oOmmx s amuHokuciaor [Peuthert et al.,, 2007]. Tak kak KOJHUYECTBO
MOTJIOUIEHHOTO U3 cpeibl BMAA 3HauuTeIbHO MPEBBHIINIATO KOJIMYECTBO TOKCHMHA B TKAHSX,
asTopsl [Downing et al., 2014] npeamonosxunu (6€3 yka3aHHs TOYHBIX MEXaHU3MOB), 4T0 BMAA
MOT BCTPOUTHCS B OCIIKU, IIOABEPTHYTHCS KaTaOOINU3MY WIH MOTU(DHUIIMPOBATHCS.

BosmoxHocTh norsiouieHuss BMAA u3 BHelIHeH cpejibl 10Ka3aHa JUlisi MHOTUX PAaCTEHUH,
B ToM umcie Triticum aestivum, Nasturtium officinale, Daucus carota [Contardo-Jara et al., 2014;
Tegeder, 2012]. TpaHCHOPT aMHHOKHCIOT B KJIETKH PACTEHHH IPOMCXOTUT C IOMOIIBIO
MeMOpaHHBIX OEJIKOB, KOTOPBIE HAaXOMAATCS B KOpHSX, Kcuieme, (pimosme, Me3oduiuie TUCThEB,
BHJOCIIEpPME CeMsiH M B (DUTOCTBOJIOBBIX KieTkax (Mmepuctemax) [Tegeder m Rentsch 2010].
HekoTopsie 13 aMHHOKHCIOTHBIX TPAHCHOPTEPOB crienupUuHbI (Hanmpumep, Ajs riiyramara), B TO
BpeMsi Kak Jpyrue CIIOCOOHBI TPAHCIIOPTHPOBATh INMHPOKHHA CIEKTp amuHOKHCIOT [Tegeder,
2012]. UzBectHo, uto BMAA cnocobeH BcTymarh B PEaKIMI0 C HOHAMU OWkapOOHara B
(U3HOIOTHYECKUX KOHIICHTPAIHUAX B KJIETKAX 3YKApHOT, 00pa3ys CTaOWIbHOE COCTUHEHHE [3-
kapbamar, oOjajaroiiee CTPYKTYpHBIM cXO0JCTBOM c riayramatom (Pucynok 1), nuranmgom

rinyramarHoro perentopa [Weiss et al., 1988; Nunn u O’Brien, 1989; Myers u Nelson, 1990].

H:N-CHCH:NHCH: ~ H.2N-CHCH.NCH:—COOH  H.N-CHCH.CH-—~COOH

| | |
COOH COOH COOH

A B C
Pucynoxk 1. Ctpoenune mosiekyn BMAA (A), f-kapbamara (B) u riyramarta (C)

YuureiBas, yto BMAA u ero kapbamar SBISIOTCS arOHUCTaAMH TTTyTaMaTHBIX PEIENTOPOB,
MOXHO TPEINoia0XuTh, 4T0 BMAA mnomamgaer B TKaHH PACTEHUN C MOMOIIBIO TPaHCIOPTEpPA
rimyramata [Contardo-Jara et al., 2014]. [{uano6akrepun S. PCC 6803 u Nostoc PCC 7120 6sicTpo
nonomaT BMAA nponopiroHaibHO ero KoHrieHTpanuu [Berntzon et al., 2013; Downing et al.,
2012,]. JInst 5TUX IITaMMOB TPAHCIIOPTHBIE CUCTEMBI AMUHOKHUCIIOT MOAPOOHO OXapaKTepU30BaHbI
[Quintero et al., 2001, Montesinos et al., 1995]. [lna N. PCC 7120 onwucaHbl Tpu TPaHCIOPTHBIE
cucTeMbl 111 amuHOKUCIOT [Montesinos et al., 1995]. I'myramaT nepeHOCHTCSl B KJIETKH BCEMH
tpems Tpancrnoptepamu N. PCC 7120 [Pernil et al., 2008]. MutepecHo, 4TO JBE TPaHCIOPTHBIE
cuctembl (Bgt u N-II) mpucyTcTBYIOT U B BETe€TaTHBHBIX KIETKaX, M B TETEPOIMCTAX, a T'eHBI,
Koaupyromue Tpancrnoprep NI, sKCIpeccHpyroTCsl TOJIBKO B BEreTaTWBHBIX KieTkax [Picossi et
al., 2005]. IMpunumast BO BHHMaHHe cX0ACTBO BMAA wu ero mpousBogHoro, B-kapbamara, ¢

riyramatoM (Pucynok 1), a Takke HeWTpadbHOCTh MosieKylbl BMAA B (u3nomornueckux
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YCIIOBHSIX, MOKHO MPEATIONOXKHUTH, 4TO BMAA TpaHncmopTUpyeTcs B KIETKH ITMaHOOAKTEPHi pr
nomoitnu TpancnoptepoB N-1 umu N-11. Dxcnepuments! no nornomennto BMAA myrantamu N.
PCC 7120 u S. PCC 6803 no renam, KOJUPYIOIIUM COOTBETCTBYIOIIME TPAHCIIOPTHBIE CUCTEMBI,

MOTJIA OBbI TOMOYb B U3YYCHHH MEXaHU3MOB TpaHciopTa BMAA B KJIE€TKH IMAHOOAKTEPHUH.

3.4. JleiictBue BMAA Ha KJ1eTKH 3yKapuoT ¥ IPOKAPUOT

Jleficteue BMAA Ha KJIETKM 3YKapuoOT M IPOKapuoT IuiedoTponHo (PucyHok 2).
Haun6oinee nzydeno nericteue BMAA Ha kieTku miiekonuTaronmx. B kinerkax yenoBeka BMAA
omuboYHO BKIOYaercs B Oenku BMecto L-cepuna [Dunlop et al., 2013]. Takoe BKiItOuYcCHHE
NPUBOJUT K HETIPABIIILHOMY (DOJIIMHTY W/WIIM HEBO3MOXKHOCTH (hocopriarpoBanus psijia OEIKOB
(MO0 aMUHOKHCJIOTHBIM OCTaTKaM TaKWM KakK CEpUH, TPEOHWH, TUPO3UH M TMCTUIUH) B KIIETKAX,
YTO IPUBOJUT K UX TUCHYHKIIMH U IPOBOLIUPYET HElpoaereHepaTuBHbIe 3a001eBaHus. Y OJIHUX
moneit BMAA npuBoaut k 3aboneBanuto BAC, y Apyrux mposiBISIFOTCS CUMIITOMBI OOJIE3HU
[TapkuHCOHA W JEMEHIIMU, a Y HEKOTOPBIX HAOIIOAAIOTCS CHMIITOMBI BCEX TPEX PacCTPOMCTB
[Plato et al., 2003].

BMAA BbI3bIBacT HapylieHre QyHKIIMK JBUraTeIbHBIX HEWPOHOB y mpumatoB [Rodgers
et al., 2014; Spencer et al., 1987], HeBposorinueckre K3MEHEHHs Y MbIIIICH, KpbIC U Kyp [Rodgers
et al., 2014, Seawright et al., 1990]. CkopocTh pa3BUTHS HEHPOMOTOPHOW IUCHYHKIHH Yy
MPUMATOB HEMOHOTOHHO 3aBUCUT OT 110361 BMAA, mosToMy MeXaHu3M XpOHUYECKOU
TOKCMYHOCTH BMAA MoeT oTiiMuaThCsd OT MEXaHU3Ma KPAaTKOBPEMEHHOTO TOKCHYECKOTO

adpdexra BMAA [Spencer et al., 1987].

PUTONNAHKTOH PACTEHMA MJIEKONMUTAIOLWLUE

(umaHobakTepum,
AuaTtomosble,
AvHodnarennaTobl) HapyweHue
mopdoreHesa

3awumrTa or
TPaBOAAHbIX

Perynauusa
Perynauus pa3suTtua
YMCNEHHOCTH

nonynauum

UHrnbuposaHue

dorocuHTesa
HelipoaereHepatusHbie

Perynauua oteera Ha HapylweHua n 3abonesaHua

CTpeccoBble yCnoBuA
P y UHrnbuposaHue

HUTPOreHa3HOW aKTUBHOCTU
asoTt¢ukcaTopos

PucyHnok 2. Dddextsr Bo3nericTBuss BMAA Ha pa3iTudHbIe OPTaHU3MBI

[Toka3aHo, 4TO HEKOTOpBIE BUABI PHIO, MUAMNA U KpabOB cojepx aT HEOObIYHO BBICOKOE
kosimyectBo BMAA [Brand et al., 2010; Jonasson et al., 2010; Jiang et al., 2014]. Octpsrii

tokcrueckuii a3ppexkt BMAA BeisBiaeH y Danio rerio. JleficTBre TOKCHHA Ha SMOPHUOHBI 3TOM
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PBIOBI IPUBOJNUT K HEMPABUIHLHOMY (POPMHPOBAHUIO OCH MMO3BOHOYHHUKA, OBICTPHIM MBIIICYHBIM
COKpaIlleHusIM y JTUYMHOK W ux rubenu [Purdie et al., 2009b]. BMAA mnpuBOAWT K mOTEpe
crocoOHOCTH K (poToTakcucy u rudenu pauka apremuu (Artemia salina) [Purdie et al., 2009a].
CwiibHOE HEWPOTOKCHYECKOE JeicTBUE OKa3biBaeT BMAA Ha HaceKOMBbIX, BbI3bIBasi CEPhE3HbBIC
HapyIICHUsS MOTOPHBIX (GyHKIKI 1 rudess miogoBoit mymku (Drosophila melangaster) [Goto et
al., 2012] u Beicokwmii ypoBenb cmepTHocTH muen (Apis mellifera) [Okle et al., 2013a].

DKOTOKCHKOIOrHuecKkue ucciienosanusa Ha C. demersum moxasanu, uto BMAA crnocoben
UHTUOMPOBATh AHTHOKCHIAHTHBIE (EPMEHTHI (Karanaszy, MepOKCHIa3y, TIIyTaTHOHPEIyKTa3y,
CYNEPOKCHIIMCMYTa3y) U TIyTaTHOH-S-TpaHcdepasy, TpeOyromytocs mpu ouorpanchopmauu
[aHOOAKTepHAaIbHBIX TOKCHHOB - MHUKpOIMCTUHOB [ESterhuizen-Londt et al., 2011; Pflugmacher
etal., 1998].

IMpu neiicteum Ha Arabidopsis BMAA Bbi3bIBaeT HapyiieHHs: MopdoreHesa: IBYX-
TPEXKPATHOE YBEIUYCHUE JIJTMHBI TUIIOKOTHIISI U MHTMOMPOBAHUE OTKPBITHS CEMSI0JICH B XOC
paHHero pa3BUTHs BCX0A0B. DPdext BMAA Ha y[uIMHEHHE THIIOKOTUIIS MTPOSBISIETCS. TOIBKO HA
cBery. BoszneiictBue BMAA Ha panHue cramgun MmopdoreHesa Arabidopsis moxer ObITh
HEWTPaIU30BaHO MPUCYTCTBUEM TIJyTamata, mpupoaHoro aronucra IGIUR (MOHOTpOITHOrO
rIyTaMaTHOro perenrtopa) xuBoTHbIX [Brenner et al., 2000]. MuTtepecto, uto BMAA BbI3bIBaET
yIUTMHEHUE TUIOKOTUIIS B Arabidopsis Ha CBEeTY TOJBKO MPU HU3KKX KOHIEHTpaIusx (20-50 MkM)
[Brenner et al., 2000], uyro MoxeT yka3biBaTh Ha BO3MOXXHOCTh CHTHanbHOW posn BMAA B
pacTeHusIX.

Ok3oreHHblii BMAA cyliecTBeHHO M MPOMOPIMOHAIBHO KOHIIEHTpAaLUuHu (B AHAara3oHe
4,2-42 MmxM) uHrnbupyeT poct KyapTypsl iranobakrepun S. PCC6803 u BeneT kK 3HAUNTENIbHOU
norepe (oTtocuHTEeTHUECKUX murMeHToB [Downing et al., 2012]. Awnamoruunbie 3¢ ¢eKThI
HaOJII0aMMCh B TNPHCYTCTBUU JAPYrod HEOEIKOBOH aMMHOKHUCIOTHI, 2,4-IMaMUHOMACIIsHON
KHCJIOTHI, HO B MEHbIIeH creneHu. D(P(HeKT 3TUX aMHUHOKUCIOT 3HAUUTENIBHO CHIDKACTCS MpHU
yMeHBIIEHHH HHTEHCHBHOCTH cBeTa ¢ 16 10 10 MkM ¢potonoB M2 ¢, TIpu 5TOM aMHHOKHCIOTHI
L-aprunun, L-acmaparus, L-riyramar u TIOMIOUH HE BJIMSIOT Ha POCT IMaHOOAKTepHaIbHOU
KyIbTyphl W mnurMmeHrtamuio kierok [Downing et al., 2012]. Tlpu Bo3zmelicTBUM Ha
azoruxcupyromyto nuaHobakteputo N. sp. PCC 7120 BMAA uHrubupyer HUTPOT€Ha3HYIO
AKTHBHOCTh M CTUMYJIMPYET aKKyMYJISIMIO TIIMKOTeHa B KieTkax [Berntzon et al., 2013].

IMpu nevicteum Ha S. PCC 6803 BMAA HeraTuBHO BIUsSeT HAa (DOTOCHHTETHUCCKYIO
aKTUBHOCTH ITaHoOakTepun. [Tpu nobarnenunn BMAA k Synechocystis mporcxouT yMeHbIIICHHE
MOTOKA 3JIEKTPOHOB 4epe3 poTocuctemy I1 [Downing et al., 2015]. DddexTsi s5x30renHOr0 BMAA
Ha Kietku 1mmanoOakrepun S. PCC6803 WMUTHPYIOT KJIETOYHBIE COCTOSIHHSI, KOTOpPBIC

MPOSBIISIIOTCA B MOMYJISILIUY PU OTPAaHUYEHUH MaKpO3JIEMEHTOB UM (POTOMHTHOMPOBAHUY H3-32
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BBhICOKOI# ocBemeHHocTr [Downing et al., 2012]. Ha ocunoBanuu pe3yasratos JIP-tecta [Cosgrove
u Borowitzka, 2010], npumensieMoro ist aHaIM3a KHHETHKU (IyopecleHIIn , ObLT CJIeTIaH BBIBOJI
0 TOM, 4TO MexaHu3M neicTBust BMAA nHa dorocuntes S. PCC 6803, mo-BuAUMOMY, 3aKITFOYAETCS
B HHTHOMPOBAaHUH IIEPEHOCA DIIEKTPOHOB B IyJie IacTtoxuHonoB [Downing et al., 2015].

Takum o6pazom, BMAA cyiiecTBeHHO BO3JICHCTBYET Ha KJIETKH )KUBOTHBIX, PACTEHUHN U
[MUAaHOOAKTEPH, TOJABIISISI WIM HU3MEHSSI aKTUBHOCTh WX KHU3HEHHO BA)KHBIX (DYHKIIHMA, TaKHX,
KaK, paboTa MOTOPHBIX HEHPOHOB Y KHUBOTHBIX, PA3BUTHE MMPOPOCTKOB Yy pacTeHUH, (POTOCHHTE3

1 a30T(dUKcAIUs Y IHaHOOAKTSPUA.

3.5. MoJiekyasipuble Mexanu3mbl aeiicreusi BMAA

MornekynsipHbie MexaHu3Mbl JeiictBus BMAA paznoo6pasusl (Pucynok 3).

BMAA - 603modicHbiti aconucm enymamamusix peyenmopos. Y miekonutaronnx bMAA B
Hu3kuX KoHueHTpamusx (30 mxM) u ero ¢opma B Buae kapOamata (Pucynok 1) moryr
JIeCTBOBATH B KQUECTBE arOHMCTOB PAa3JIMYHBIX TIyTaMaTHBIX pernentopos (penentopa N-meTu-
D-acnaprata (HMJIA), pemenropa o-aMUHO-3-THAPOKCU-S-METHII-4-W30KCA30IIPONTHOHOBOM
KHCIIOThI/ KAWHATHOTO PEIENTOPa U METabOTPOITHOTO TiyTaMaTHoro perenrtopa MGIURS), uro
NPUBOJIUT K TOBBIIICHHON CTHUMYJISIMU JBUTATeIbHBIX HelipoHoB [Banack et al., 2010]. B
pe3yabpTaTe TaKOrO MAaTOJOTHYECKOTO TpoIlecca MOBPEXKAAIOTCS W THOHYT HEPBHBIC KIIETKH,
3alycKaeTcsi Impolecc MX amonTo3a. Takxke oOHapyxeHo, yTo BMAA crnoco0GeH MNOBbIIATh
BHYTPHKIIETOUHYIO KOHIeHTparuio nonos Ca®" [Brownson et al., 2002, Rao et al., 2006], uto, B
YaCTHOCTH, TPUBOJIUT K IEpeBO30YXIAEHUI0 HEHpOHOB M Tubenu kietok. Oanako, BMAA
OKa3bIBAET IKCAUTOTOKCHYECKHH 3P (DEKT TONBKO MPU 0YEHb BBICOKMX KOHLIEHTpanusax (Beime 100
Mr Ha Kr Maccel Tena) [Duncan et al., 1991].

Owubounoe ecmpausanue bMAA 6 6enxu. JIpyrum mexanusmom neiictBus BMAA Ha
KJIETKH MOJKET SBJISITHCS €r0 CIIOCOOHOCTh BCTpAauBaThCs B O€IKH dykapuoT. Tak, OblJI0 MOKa3aHO
[Dunlop et al., 2013], uto meuensiii *H-BMAA Bxmrouaercsi B GEIKH HECKOIHKHX KIE€TOUHBIX
TuHUN 4enoBeka (puOpoOIacThl JETKUX, KIETKH HEHPOOIaCTOMBI M SHAOTEITHATBHBIC KICTKH
NyNOYyHOU BeHbI) BMecTO L-cepuna, mpuBoas k GopMupoBaHuio JeQeKkTHbIX OenkoB. [Ipu sTom
KOJMYECTBO BcTpamBarolerocs B Oenku *H-BMAA yBenuuuBaeTcs C TeUeHHEM BpEMEHH.
Co00manoch 0 CHIKEHUH KOJIMYECTBA OCHOBHOTO O€JKa MUEIIMHA Y B3POCIBIX KPBIC, KOTOPHIM
Boquin BMAA B mepuon ux HeoHaraneHoro passutus [Karlsson et al., 2014]. MuenunoBas
000JI0YKa, MOKpPHIBAIOIIAS AKCOHbl MHOTMX HEHpPOHOB, OYEHb BaXHA JUISI HOPMAaJIbHOTO
(YHKIMOHUPOBAHUS AKCOHOB HEPBHBIX KIJIETOK. [Ipu HapyIIeHUsX B €€ CTPYKTYpPE MOSBISIOTCS
MIPU3HAKU OOJIC3HEHHBIX COCTOSIHUHM, TaKWX KaK PacCesSHHBIN CKIEpOo3 W 00JIe3Hb AJbIreimepa.

[Ipu wucnosb30BaHUM OECKIECTOYHONW CHCTEMBbI OBLIO mMoOka3zaHo, uTo BMAA »sddexTtuBHO
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3amernaeT cepuH u ananuH B 6ekax [Glover et al., 2014]. Otmeuanacs, uto BMAA BKirodancs B
oenku 3 dexTuBHEe, ecnu MaTpulel ciayxwia reHomHas [IHK, BeieneHHas u3 TKaHed mMo3ra
yMEpIIUX MAIMEeHTOB, CTPAAaBIINX Oose3Hplo AunblreiiMepa. Vcronb3oBaHue OakTepuanbHOM
JIHK B OeckineTouHoii cucreme ObLIO Topasno MeHee 3((EeKTUBHO. ABTOPHI OTMEUYAIOT, YTO
npuMepHo nojoBuHa BMAA B cuHTE3WpOBaHHBIX OelkaxX BBICBOOOXKAAIach MpU JIEHATYpaluu
0OETKOB C TIOMOIIBIO JOJCHWICYIb(ara HATpuUs W JUTHOTPEUTONA, a BTOpas IOJOBHHA
BBICBOOO’KTAJIACH TOJIBKO MOCIIE KHCIOTHOTO TU/POJIn3a OENKOBBIX MpenapaToB. Takum oopa3om,
ObLI0 MokazaHo, yTo BMAA BcTpanBaeTcss B aMUHOKUCIOTHYIO L€ MOJIUNENTUAHON LIeNu B
X0JIe CHHTE3a, a TaK)Ke MOKET OBbITh acCOLMUPOBaH ¢ OenkaMu, o0pa3ys HEKOBAJCHTHbBIE CBS3U
[Glover et al., 2014]. Ormerum, 4ro B MO3re Mmiekonurtaromux BMAA oOHapyxkuBaiu B
KOHKpeTHBIX obOnactsix [Xie et al., 2013]. B mo3re kpbic, moaBepraBmmxcs neicteuio BMAA,
ObLTH HaMICHBI TOTNYOHMKBUTHPOBaHHBIC (hopMbl OesikoB B obaactu runmokamia [ Karlsson et al.,
2012], nuMOnYEeCKON YacTH MO3Ta, OTBEYAOIICH 3a (OPMHPOBAHHE IMOLMN U (opMUpOBaHUE
JOJTOBPEMEHHON TMaMSTH, CIIOCOOHOCTH OpPHUEHTHPOBATHCS B TPOCTPAHCTBE. YMEHBIICHHE
o0beMa THIMOKAMIIa SBISETCS PAHHUM JIHArHOCTHYECKHUM TIPU3HAKOM TIpH  OO0JIe3HU
Aunb1reiimepa.

BerpauBaercst mu BMAA B 6enku 6akrepuii? IToka ToasKo B 0fHO# padote [van Onselen
et al., 2015] Obuta mpeanpUHATA TOMBITKA MCCIEI0BaTh CIOCOOHOCTH BMAA BCcTpauBaThes B
Oenku TerepoTpodHbIX OakTepuil. ABTOpPHI OTMEHYadM OTCYTCTBHE HHTHOMTOpPHOro 3ddexTa
sk3oreHHoro BMAA Ha poct GakTepuil M, MCXOAS M3 pPe3yJbTaTOB CBOMX 3KCIIEPHUMEHTOB,
npeanonoxuini, uto BMAA BcTpauBaeTcs TONBKO B O€JIKM 3YKapHUOT, HO HE TeTepOoTpPOdHBIX
OakTepui, BRIPOCIIUX KaK Ha OOTaThIX, TaK U HA O€THBIX MUTATEIbHBIX cpenax. OTMETUM, OJTHAKO,
YTO aBTOpbI HE HccheaoBanu BkimoueHne BMAA B Oenku ¢oroaBTOTpoHBIX OakTepuil -
[IMaHOOAKTEePHil, POCT KOTOPbIX UHrHOUpyercst npu gpobasnenun BMAA [Downing et al., 2012,
Berntzon et al., 2013]. Kpome Toro, pe3ynbTaThl OOJIBIIOr0 KOJHMYECTBA PaHEe OMYOIMKOBAHHBIX
paboT, MPOBEACHHBIX C IMAHOOAKTEPUSIMHU, JEMOHCTPUPYIOT BBICOKOE KojauuecTBO bBMAA
UMEHHO B OenKoBBIX (pakmusx. M3 3Toro ciemyer HEOOXOAMMOCTh TPOBEICHHUS HOBBIX
UCCIIEIOBAaHU C MCIIOJIb30BAaHUEM PA3IMUHBIX OaKTEpUATbHBIX MOJEIbHBIX OPIraHU3MOB.

BMAA u oxucnumenvuviti cmpecc. Y MICKONUTAIOMIMX HAa MPOMEXKYTOYHOM 3Tare
peakuuu TpaHCAMUHUPOBAHUSA OEIKOBbIE aMHHOKHUCIOTHI 00pa3yioT ocHoBanus Iludda
[Gramatikova u Christen, 1996], dbyukuuioo kodepMeHTa MPU ITOM OCYIICCTBISCT MOJIEKYIIa
nupuaokcanb-5’-pochata. BMAA, no-BUANMOMY, BCTYIAET B PEAKIIUIO CXOKUM 00pa3zoMm, Mpu
3TOM HENpPOTOHUpOBaHHas 2-amuHOrpynna BMAA pearupyer ¢ nupuaokcaib-5’-pocdarom B
HeWUTpanbHOU cpene W oOpasyer ocHoBanue Illudda. DkcnepuMeHTATBHBIM TyTeM OBLIO

nokasaHo, uro pu pH 7,0 u remneparype 37° peakuust BMAA ¢ nupunokcans-5’-pocharom naer
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B Ka4eCTBE KOHEUHBIX MPOJYKTOB MeTWiaMuH ¥ ammoHui [Nunn u Ponnusamy, 2009]. Jlanee
METHJIAMUH OKUCHSETCs 10 (popmanbaeruaa, NepekKucu BOJOPOIa U aMMOHUS. JTO OKHUCIICHUE

KaTaJIM3UPYETCs CeMHUKapOa3uI-4yBCTBUTEIbHON aMuHookcuaazoi [Nunn, 2009]:

CHsNHs* + O, + H,O — HCHO + H202 + NH4*

WHrubupoeaHue
¢epmeHTOB
OKMCNUTENbHOFO, CTpecca Bctpausanue B
; coctaB 6enkos
AKTuBaumua

BMECTO CepuHa

O6pasosaHue AKTMBaLMA rnyTamaTtHoro

A®K peuentopa u ero
Kacnas U ux

" romonoros
romonoros HenpaBunbHbIN

donauHr 6enkos

PaspyweHune
KNETO4YHbIX
CTEHOK

Aerpagauma
AHK n 6enkos

AnonTo3
KNeToK

Pucynok 3. Mexanusmel jaeiicteus BMAA

Cemukap0a3u-4yBCTBUTEIbHAS aMHUHOOKCH/Ia3a KaTaIM3UPYET PEaKIUd C Yy4acTHeM
HEKOTOPhIX anu(aTHYECKUX M apOMaTHYECKUX MOHOAMHMHOB M TIPHHAMICKHUT K KIaccy
monoamuHokcuaas [Cui et al., 2013]. DToT epMeHT NPUCYTCTBYET B KPOBHU U B COCYIUCTOM
cHCTeMe, B TOM YHCJI€ B COCYIUCTOM crcTeMe Mo3ra denoBeka [Boomsma et al., 2000; Gubisne-
Haberle et al., 2004]. Cemukapba3ua-4yBCTBUTEIIbHAS aMUHOOKCH1a3a ObLIa OOHapy)KeHa U B
pacteHusix. OToT (pepmeHT OBUT AeTekTHpoBaH B Avena sativa, Narcissus tazetta, cemenax
Cucuntis sativus [Cui et al., 2013; Percival u Purves, 1974]. Takum 06pa3om, B MPUCYTCTBUH ITOTO
depmenta BMAA MoxeT BCTynaThb B peaklyio, IPOAYKTaMU KOTOPOW SIBISIOTCS aKTHUBHBIE
dopmer  kuciopona (ADPK), B YaCTHOCTM NEpPEKUCHh BOAOPOJA, TOKCHYHBIA JJISi KJIETOK
(dopManbaerun 1 aMMOHHH. BO3MOKHO MMEHHO MO3TOMY, aHATH3UPYs cyap0y BMAA B TkaHsX
poronucTHUKAa W MoJuttockoB [Downing et al., 2014, Downing et al., 2015] ne cmormu
oOHapyxuTh BMAA B cocTaBe 0€iIKOB 1 B CBOOOTHOM BH/IE.

BMAA wuHruOHMpyeT NMCTHH/TIYTAMaTHYIO AHTUIIOPTEPHYIO CHCTEMY, TEM CaMbIM
yMEHbIIIasi BHYTPUKICTOUHYIO KOHIEHTPALMIO TIyTaTHOHA M MOBBIIIAs OKUCIHTEIBHBIA CTPECcC
[Banack et al., 2010]. Ilpu BeIcOKMX KOHICHTpamusx BMAA (> 1 MM, 48 u Bo3meiCTBHS)

YBEJIMYUBAETCSl KOHILIEHTpAlMsl aKTUBHBIX (opM Kuciopona u okucieHue Oenkos. [lpu
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KoHIeHTpanusax BMAA > 2 MM HaOroaeTcst 3HaYUTENIPHOE YBEJTMUEHUE aKTUBHOCTH Kacmas 3
U 7, KaK MpeanosaraiT, peryJupyioIIuX KoHAeH a0 XxpomaruHa mpu anontose [Okle et al.,
2013b]. Tlpu HU3KHX, HE SKCAHTOTOKCHYECKMX KOHICHTpauusix BMAA (> 0,1MM, 48 u
BO3/ICICTBUS), YCUIIMBAETCS MpollecCc YOMKBUTHHUPOBAHUS OEIKOB (3TO CHUTHAJ, O TOM, YTO
JaHHBIA OENOK TMOMJICKUT Jerpajauuu) u yenuuuBaercss 20S mpoTeacoMHas aKTUBHOCTbh U
AKTUBHOCTH Kacmasbl 12, MpUBOIAIICH K HAPYIICHUIO paOOThI 3HI0IIA3MAaTHIECKOTO PETUKYIIyMa
B nporecce anonto3a [Okle et al., 2013Db].

MonekynsapHble MeXaHU3Mbl AeicTBUS BMAA B KileTKax pacTeHUH W IMaHOOAKTEpHil
HCCJIeIOBaHBl MEHee MOAPOOHO, YeM B KIETKax MIieKonuTammmx. M3BectHo, yto BMAA
WHTHOUPYET aKTHBHOCTh (EPMEHTOB OKHCIHMTEIBHOTO CcTpecca (CyMepOKCUIINCMYTA3bl,
Karajgasbl, TBasKOJ-3aBUCUMOM TICPOKCHIA3bl, TIYTaTHOH-3aBUCHMON  IEPOKCHIA3bl U
[JIyTaTUOHPEIYKTa3bl) W TNPUBOJUT K HE3HAUUTEIHOMY CHUKEHHMIO YACIbHON aKTHBHOCTHU
riyTaTioH-S-tpancdepassl y C. demersum in vivo u in Vitro, 4To BemeT K pa3pylICHUIO
kiaerounbix creHok, JJHK u 6enkoB mocpenctom Bo3aeiicteust ADK [Esterhuizen-Londt et al.,
2011; Esterhuizen 2011 et al., 2011]. Tak kak mnpucyrctBue BMAA Obuto OOHApY)EHO
NpakTHYECKH BO BcexX yacTax pactenmii [Murch et al., 2004], nosbimennoe komuyectBo ADPK
MPUBOJIUT K MOBPEKACHUIO PACTEHUN Ha HECKOJNbKUX YpoBHsX. Tak kak BMAA nakaruuBaercs
Yyepe3 MUIIEBbIE [IEIH, BIIOJIHE BO3MOXKHO, 9T0 BMAA HHruoupyer epMeHThI OKHCIUTEIIBHOTO
cTpecca U B IPYTUX OpraHu3Max.

BMAA u memabonuzm enymamuna. OGHAM U3 MEXaHU3MOB BIUSHUS BMAA Ha KieTku
HYKApUOT M MPOKAPHOT MOKET OBITH €r0 BO3ACHCTBHE HA CHHTE3 M JAETPAJalldI0 TIyTaMUHA U
riytamara. Tak, ObIJIO 3KCIEpUMEHTaIbHO Noka3aHo, yTo BMAA uHrubupyer cunres w/wim
CTUMYJUPYET JeTpaJallii0 TIIyTaMHHA B TKaHAX Kpeickl [Nunn m Ponnusamy, 2009], u
UHAYIUPYET MOTEpI0 TiyTaMmara MpH BO3ACHCTBMM Ha LUCTUH/TIYTaMaTHYI aHTHIIOPTEPHYIO
cucTeMy B KJIeTOYHOH KymbType Mbimm [Liu et al., 2009]. B cBs3u ¢ 3THM BBICKa3bIBaeTCS
MPENOJIOKEHNE O TOM, UTO BMAA HHruOupyeTr akTUBHOCTh HUTPOT€HAa3bl y IMaHOOAKTepuil He
B Ka4eCTBE MMOTCHIIMATLHOTO UCTOYHUKA a30Ta, a UCITOJIb3YysT MEXaHHU3M JICHCTBUS Ha METa0O0IH3M
rIyTamMara M TIyTamMuHa. [Tyramar sBIsSeTCsl akIeNnTOPOM HOHOB aMMOHHS, OOpa3yeMbIX B
TeTepOIHCTaX [IMAHOOAKTEPUH, TJIe ¥ POUCXOIUT CHHTE3 TITyTaMHHA, KOTOPBIM SKCIIOPTUPYETCS
B BEreTaTUBHBIC KJICTKU. TaM OH yXke JeHCTBYET KaK MPEANICCTBEHHUK IIyTaMara | 3aTeM BCeX
OCTaJbHBIX aMHUHOKHUCIOT. Ecii BMAA yMeHbIIaeT ypoBEHb TIIIyTAMUHA WM CTUMYJIHPYET
BBIXOJI TTIyTaMaTa U3 KJIETOK InaHOOaKTepHil, Kak 3TO MPOUCXOAUT B KJIETKaX MBIIIH, TO 3TO OyJIeT
IPUBOAUTE K OBICTPOMY BHYTPMKIETOYHOMY HakoruieHuro umoHoB NHi*, ¢ mocnemyromm
HHTHOMpPOBaHUEM a30T(HKCAINU, Kak 3T0 U Habmoganock B N. sp. PCC 7120 [Berntzon et al.,

2013]. [danHble, mMoiydeHHBIC ¢ TIpUMEHeHHEM MedeHoro u3oronmamu BMAA (L-BMAA-4,4,4-
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D3,"°N32), CBHIETENBCTBYIOT O TOM, 4TO MEpBHYHAs aMmHOrpyrnma BMAA mepemaercs apyrum
amuHOKHCI0TaM B Kietkax S. PCC 6803 [Downing et al., 2016]. B yacTHOCTH, pagroaKTUBHAs
meTka u3 BMAA mepepacnpeznensieTcs MexXIy CBOOOJHBIMH aMHUHOKHUCIOTAMU TIYTAMHHOM M
riyramMaroM. beuio oOHapyXeHO, YTO MpU UHTHMOMPOBAHWUHU TINIYTAMATCUHTAa3bl, OJHOTO W3
KIIFOYEBBIX (DEPMEHTOB B a30THOM MeTaloyiM3Me, OJIOKHUpYyeTcsl mepepacrpesiefieHue METKH U3
BMAA B riyramar. [To muenuto aBropo [Downing et al., 2016], 3To MOKeT CBHIETEIbCTBOBATh
00 yuacTuu 3Toro ¢pepmenta B merabonusme BMAA B kileTkax [HaHOOaKTepUH.

Ceaszvigarnue BMAA ¢ memannamu. Eme omnH MexaHu3M nedctBusl bMAA Moxer
OTIPEZIENATHCS €0 CTIOCOOHOCTHIO CBS3BIBATHCA C HOHAMH MEPEXOIHBIX METAIIIOB, TAKUX KaK ZNn2",
Cu?" u Ni?*. Hapague ¢ ructugunom, BMAA siBisieTcst 0JJHO# U3 caMbIX aKTUBHBIX aMUHOKHUCIIOT,
BCTYIAIONIMX B KOMIUIeKcooOpazoBanue ¢ 3tumu voHamu [Nunn u O’Brien, 1989]. CiocoOHOCTb
BMAA cBsi3piBaTh ZN?* 3HAYMTENEHO BBIIIE, YEM y TyTamara. Monsl Zn?* urparoT BaXHYO poItb
B IeHTpasbHON HepBHOW cucteme [Weiss u Sensi, 2000]. B npucyrcrBuun BMAA komruiekce
riyramara ¢ Zn?* nucconuupyet u Zn?* cesaspiBaetcs ¢ BMAA. Hukakoro BKIajga 3TOro cBOHCTBa
Ha HeliporokcnuHocTh BMAA noka oOHapy»XeHO He ObLI10, XOTS CIe1yeT OTMETUTh, YTO MUMO3UH
(aMHHOKHCIIOTA, HalaeHHas B cemMeHax Mimosa pudica), KOTOpbI TaKKe HMEET
MCKITIOUHTENEHYIO CIIOCOOHOCTB CBA3BIBATE ZN?*, BBI3BIBAET allONTO3 B KJIETKAX MIEKOIHTAIONINX
TI0 MEXaHHU3My, BKITIOUAIOIEMy KoMILiekcoobpazosanne ¢ Zn?* [Perry et al., 2005].

[Tomumo BMAA, Ha KIJIE€TKM MOTYT BO3JCHCTBOBaThH €ro MNpOW3BOAHBIE. Tak, 2,3-
JTMaMHUHOTIPOITMOHOBAsI KUCJIOTA, IPOAYKT AeMeTuminpoBanust BMAA, Takxke Obuta OOHapyXeHa B
HEOOJIBIIMX KOJMYECTBaX B TKaHAX Kpbic mocie BozaeiictBus BMAA. Ora HebGenkoBas
aMHHOKHUCJIOTa cama siBjisieTcst Heripotokcuuom [Weiss et al., 1989], u ee oopa3zoBanue u3 BMAA

paccMaTpuBaeTcs, Kak OJIMH M3 BO3MOXKHBIX MEXaHM3MOB HeupoTokcmyHoctu BMAA [Nunn,

2009].

3.6. Bo3amosknbie Ouosiornueckue poan bMAA

Dxonornueckue u Gu3nosorndeckue PyHKIuN OOTBITMHCTBA IHAHOTOKCHHOB OCTAIOTCS
HEU3BECTHBIMU. BBICKa3bIBalOTCSA pa3iuYHbIE THUIOTE3bl, KOTOPHIE MOXHO pa3/eliuTh Ha JBE
OCHOBHBIE Tpymibl: (1) HcMoNb30BaHHe BTOPUYHBIX META0OIUTOB IS 3aIIUTHI UX MPOAYIIEHTOB
OT TIOENIaHWs JIPYTUMU OpPTaHM3MaMU U MPUOOpETEeHHE MPEUMYIIECTB B KOHKYPEHTHOH cpene
o0HTaHMS 32 PECYPCHI U (2) perysiius GU3HOIOTHISCKUX MPOIIECCOB B COOCTBEHHOM MOMYJISINH,
obecrieueHrne aJanTHBHBIX BO3MOXKHOCTEH B M3MEHSIOIIUXCS YCIOBUAX OKPYXKAIOIMICH Cpebl.
BMA A MOKeT JeiicTBOBAaTh KaK TOKCHH, 3aIUIIAIOIINI pacTCHUE OT TpaBosIHbIX [Brenner et al.,
2000]. DTa Teopwus "camo3amMTH" pacTCHUN OOBSICHSET, MOYEMY HEHUPOTOKCHHBI, TaKHE KaK

BMAA, HakamiuBarlOTCS B pacTEHUAX B BBICOKUX KOHIEHTpaunusx. [Ipeanonaraior Takxke, 4To
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aroHMCTHI MOHOTpOIMHOro riyramaTHoro perenropa (IGIUR), mpoayiupyeMbie pacTeHHSIMH, B
ToM yrcie BMAA, MOTYT CIIyXHTb HE TOJIBKO KaK CACP>KUBAIOUINIA (HaKTOp ISl TPABOSIHBIX, HO
U BBICTYIIaTh B KA4E€CTBE CUTHAJIbHBIX MOJIEKYJI, BJIMSAIOIIMX Ha IPOLECCHl PAa3BUTHUS pPaCTEHUI
[Brenner et al., 2000].

[nanoGakTepun SBISAIOTCS TMEpBHYHBIMU mpoayuneHtamu BMAA. Tlpu stom o
(U3UOTIOTHYECKOW POJM STOH MOJEKYJIbl B IIMAHOOAKTEPHSX NPAKTUYECKH HET CBEIACHUU.
[Tockonbky BMAA oka3pIBaeT BIMSHUE Ha pa3jMyHbIE MPOLECCH B KIETKAX, €ro (QyHKIHU B
[IMaHOOAKTEPHUAX, IO-BUIUMOMY, SIBJIISIIOTCA pa3HooOpasHeiMH. Tak kak BMAA wmoxer
CHHTE3MPOBATLCS B KIIETKE B OTBET Ha a30THoe rosnomanue [Downing et al., 2011], sicuo, uto
CHUHTE3 U KOHIeHTpauuss BMAA 3aBUCAT OT yCIOBHM OKpYXalollled Cpelbl U, CIEA0BATEIbHO,
cnenuduyeckas (U3NOIOTHYECKAsT POJb STOTO COCNWHEHHS 3aKII0YaeTcsi B OOeCIeYeHHH
aJaNTUBHON KJIETOYHOM peakuuu Ha OJTU u3MeHeHus. BMAA wmoxeT ObITh NPUYMHOMN
KaTtabonu3Ma JeeKTHBIX OENIKOB U, KaK CIIEJICTBUE, MOXKET MPUBOAUTH K O0ECIIEUCHUIO KYIbTYP
[aHOOAKTEePHIl CBSI3aHHBIM a30TOM IIPH MEPEX0/ie K TMa30TPOPHBIM yciIoBUsIM pocta [ Downing
et al., 2011]. CymiecTByIOT npeanonaokeHus, 40 BMAA B yCIIOBHSX HEXBAaTKH a30Ta B CpE/eC
y4acTBYET B PETyJIMPOBAHHUH XJIOPO3a, BEAYIIEro K (POTOMHTMOMPOBAHHIO, KOT/Ia IPOAOKEHUE
(OTOCUHTETUYECKON AaKTUBHOCTH HA4YMHAET MNPHUBOIUTH K 0Opa3oBaHUIO aKTUBHBIX (opm
kuciopoaa [Downing et al., 2015]. Kierounsle KOHIEHTpAIM¥M MHUKPOIMCTHHA W BMAA
MOJIYJIUPYIOTCS KJIETOUHBIM OalaHCOM a30Ta:yriepoja, KOTOpbIi, B CBOIO OuYepellb, OTPaKaeT
HaJIM4YMe a30Ta B OKpY’KaIOUIeW cpeie M MHTEHCUBHOCTh MIIM JUIMTENBHOCTh ocBemeHus. Oba
TOKCHHA TPHUBOJAT K CHIKEHHMIO aKTUBHOCTH (oTtocuHTe3a. OOCyX)IaeTcss BO3MOXKHas
¢duznonoruyeckas poJib IIMAHOTOKCHMHOB (MUKpolucTHHa U BMAA) B ycliOBUSIX BbDKMBAHUS
IMaHOOAKTEPHI MyCTHIHU U BBIIBUTAETCS MIPEAIOJIOKEHHUE O TOM, YTO NPU U30BITKE a30Ta B Cpeie
OT BHE3AIHOI'0 CTPEcca MPU BHICOKON MHTEHCUBHOCTH CBETA KYJIbTYPY 3alllUIIAET MUKPOLIUCTHH,
a BMAA BemonHseT 3Ty (YHKIHIO B OTCYTCTBHE a30Ta, TO €CTh y4acTHE IIMAHOTOKCHHOB B
perynauud (pOTOCUHTETUYECKOW aKTMBHOCTH IIMAHOOAKTEpHH NMPOUCXOIUT B 3aBUCHUMOCTH OT
N:C 6anmanca B cpeae[Downing et al., 2015].

Jpyroit BaxxHOM amanTanuoHHON ¢yHKuueil BMAA MoxeT ObITh €ro poiib B MHIYKLIUHU
anonTo3a. MexaHu3Mbl U 3BOJIIOLMUS alONTO3a B OJHOKJIETOYHBIX OpraHu3Max 0OCYKIallUuCh B
o030pax [["opaeera ¢ coat., 2004; Kokmaposa, 2013; Cxymaues, 2012]. B psine padot [Berges n
Falkowski, 1998; Berman-Frank et al., 2004; Franklin et al., 2006; Luo et al., 2014; Vardi et al.,
2007,] mpexamonaraercss BOBJICYEHHE aroNTo3a B MPOIECC YHUUTOXKEHHUS (PUTOIUIAHKTOHHBIX
co00IIeCTB, B YaCTHOCTH, ITHAHOOAKTEPHATIbHBIX MAaTOB. bruonH(opManmoHHble HCCIe0BaHUS

MPOJEMOHCTPUPOBAIM  MPUCYTCTBHE TI'€HOB, KOJUPYIOUIMX MeETakaclasbl, B TI'€HOMax
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npezacraButeneii purorankrona [Bidle u Bender, 2008; Jiang et al., 2010; Okamoto u Okamoto,
2003; Thamatrakoln et al., 2012], oO6pa3yronux CKOIJICHHsI Ha BOJHBIX TOBEPXHOCTSX.

IIpencraButenu GUTOMIAHKTOHA CIIOCOOHBI cHTe3upoBath BMAA [Banack et al., 2007;
Jiang et al., 2014; Lage et al., 2014; Metcalf et al., 2008], mpu 3TOM KOHIIEHTpAIKs HE CBA3aHHOTO
¢ Oenxkamu BMAA B ckormieHUsIX (PUTOMIIAHKTOHA MOXKET JOCTUTaTh 3HAYUTENbHBIX KOJIUYECTB
[Metcalf et al., 2008]. BcnencrBue toro, uto BMAA uHruOupyer GepMeHTSHI, 3allUIIAIoN1e
KJIETKA OT OKHCJIMTEIBHOTO CTpecca W MPUBOAUT K YyBEJIWYeHUIO KoHueHTpauuid ADK
[Esterhuizen-Londt et al., 2011], ogHOro M3 CHrHaIbHBIX (AKTOPOB, 3AIMYCKAIOIIMX KACKaJl
peaknuil arnonTo3a B (PUTOIUIAHKTOHHBIX COOOIIECTBAX, MPU JOCTUKEHUU MOPOTOBOTO YPOBHS
koHueHTpanuii BMAA mosxket criocoO0cTBOBaTh MHAYKIIMH arloNTo3a, BEAYIIETO K JU3UCY KIETOK
Y ICYE3HOBEHMIO OOJIBIINX CKOTUICHHH uTorIankToHa. Takum o6pa3om, erie OaHOH BO3MOKHOK
byukueit BMAA B mnpupoge MOXeT ObITh ydacTHe 3TOM aMUHOKHUCIOTHI B PEryisiiuu
YHCIEHHOCTH TOMYJIALUU €€ MPOAYIICHTOB.

3a GoJee yeM MOYTH MOJIBEKA UCCIIE0BaHU HEOETKOBOH aMMHOKUCIOTEl BMAA MHOTHE
BOIIPOCHI, CBSI3aHHBIE C €€ OMOJOrMYECKOM pOJIbIO, HE MOJYYMJIM HCUEPIBIBAIOLIETO OTBETA.
bonbumimHacTBO ciiydaeB oOHapyxkeHuss BMAA B mpupoae CBSI3aHBI C JKU3HENEATEIbHOCTHIO
[MaHOOAKTEPHii, OJTHAKO OTCYTCTBUE JIETATHHON HH(POPMAIIMN O MOJICKYJISPHBIX MEXaHU3MaX U
npuunHax onocuHTe3a BMAA He no3BoIseT ynpasisTh 3TUM IipolieccoM. TeMm He MeHee, BaKHas
perynstopHas poiib BMAA B ’KMBBIX CHCTeMaX HE BBI3BIBAET COMHEHMU. MIMeromuecs naHHbIe
yKa3blBalOT Ha BOBJIEYEHHOCTh BMAA B peryisiuio a3oTHOro Metaboiau3Ma LUaHOOAKTEepHid,
cnocooHocth BMAA monaBnsTh aKTUBHOCTh (DEPMEHTOB, 3alUIIAONIMX KJIETKH OT
OKHUCJIMUTEIBHOTO CTpecca, olnOoyHOe BcTpauBaHue moinekyl BMAA B G6enku BMecTo cepuHa,
CBSI3bIBAHHE METAJJIOB, BO3MOXKHOE Y4acCTHE B UHIYKIIMH allonTo3a. JKojoruueckas poib BMAA,
HaAKaIlJIMBAIOLIETOCS B LEMAX MUTAHUS, U IPEJICTABISIFOIIETO CEPhE3HYIO ONACHOCTD IS 3J0POBbS
YeJIOBEeKa U )KMBOTHBIX, TAKKE OUEBU/THA.

Orta yacTh JMUTEPaTYpHOro 0030pa, MOCBAIICHHAs aHAJINW3Y COBPEMEHHBIX JaHHBIX O
BMAA, Obuta onyOnukoBaHa B JkKypHalie «bHOXuUMHS» B COaBTOPCTBE C MOUM Hay4YHBIM

pykosoauteneM Kokmaposoii O.A.

4. AcCcHMWJISIINA 230TA V HHAHOOAKTEpUH

B mpeapinynmx pabortax (Ha mpumepe nuaHoOakTepun Synechocystis) Obuto mokasaso,
uto BMAA cuHTe3upyeTcs NHAHOOAKTEPUSMH B YCIOBHSX A30THOTO TOJOAAHHS M YTO
MMPCAIIOJIOXKUTCIIbHAA (I)I/I3I/IOHOFI/I‘-IGCKEUI pPOJib 3TOro COCAWMHCHUA MOXKCET 3aKI0YacTCd B
amanTalMd KyIbTypbl K HEXBaTke a3oTa B Cpeie, MOITOMY OJHOW W3 3amad JaHHOW

JUCCePTAITMOHHON paboThl ObUTO M3ydeHHe necTBUs BMAA Ha SKCIPECCHIO TEHOB, MTPOTYKThI
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KOTOPBIX BOBJICYCHBI B a30THBIN MeTabonm3M nuanobakrepun Nostoc sp. PCC 7120. TToatomy B
CJICAYIOICH YacTH JTUTEPATypHOro 0030pa pacCMOTPEHBI pa3IMyHbIe MEXaHU3MbI T€HETUYECKOM
U OMOXMMHYECKOW pEryJsiuud a30THOro MerabonusmMa U JUGGEpPeHIMPOBKUA  KIETOK

[IMaHOOAKTEepHUH.

4.1. Perynsiuus a30THOro Metado/1u3mMa y numaHo0aKkTepuii

Mexanuzmvl accumunayuu césasanno2o azoma. [1peanodTuTeaIbHbIM UCTOYHUKOM a30Ta
JUIsT [IMaHOOaKkTepui sBisieTcss amMMmoHuU. Ero mpucyTrcTBue B cpele pocTa pempeccupyer
9KCIIPECCHIO T€HOB, KOJUPYIOIIUX 3JIEMEHTHI MyTel aCCUMUJISALIUU alIbTEePHATUBHBIX HCTOYHHUKOB
azora - N, Hurpara unu moueBrHbl [Herrero et al., 2004]. BxiiroueHue B KIETKY a30TCOISPIKAIINX
COCIMHEHUH, KOTOPBIE Yallle BCEro MPUCYTCTBYIOT B CPe/ie B HU3KUX KOHILIEHTpaIusax (MeHee 1
MKM), MPOUCXOJUT C TMOMOIIbIO IMepMea3, KOTOpPbIE PACIOIIOKEHBI B IUTOIIa3MaTHYECKON
memOpane. MuorokomnonentHeie ABC (ATP-binding cassette) TpaHcmopTepsl Yy4acTBYIOT B
yCBOEHHHM HUTpaToB, HUTpUTOB [Omata et al., 1993; Flores u Herrero, 2005] win MO4YeBHHBI
[Valladares et al., 2002] B psine unanod6akrepuii. [lepmeasst ABC-Tumna Takxke TpeOyroTCs s
TPaHCIIOPTUPOBKU apruHuHa U riyramuHa [Quintero et al., 2001]. Dtu mepmeasbl HCHOIB3YIOT
AT® nns aKTUBHOTO TPaHCIOPTa COOTBETCTBYIOUIMX CYOCTpaToB. B HEKOTOPBIX MOpPCKHX
[IMaHOOAKTEepUsIX ObUT OOHAPY)KEH BTOPUYHBIM TPAHCIOPTEP, OCYIIECTBISIIONIUN TEPEHOC
HUTpaToB M HUTpUTOB [Sakamoto et al., 1999]. TpancmopT aMMOHHS TaKke 00OECIIeYMBAETCS
BTOPUYHBIMH [IEpMea3aMu, OTHOCSIIMMHUCS K Amt cemelicTBy [Montesinos et al., 1998; Vazquez-
Bermudez et al., 2002b].

BHyTpH KIETOK HHTpAT MOCIIEAOBAaTEIbHO BOCCTAHABIMBACTCS JI0 HUTPUTA U aMMOHUS
(dbepMeHTaMi HUTPATPEIYKTA30i U HUTPUTPEIYKTA30H, KOTOpPBIE SBIISIOTCS MpoayKTamu NarB u
nir rexmos, coorBercTBeHHO [Rubio et al., 1996; Luque et al., 1993]. Hurpurpemykrasa
IMaHOOaKTepHii roMoJIoTnYeHa (peppeOKCHH-3aBUCMOI HUTPUTPEAYKTa3€ BHICIIUX PACTCHUN U
conepxkut [4Fe-4S] xnacrep u cuporem (PucyHok 4.A) B KadecTBe MPOCTETUUYECKOW TIPYIMIIbI
[Luque et al., 1993; Flores u Herrero, 2005]. D5eKTpoHbI OT BOCCTAHOBICHHOTO (eppeIoKCHHA
NepealoTCs B JKEJIE30CepHBIN KIlacTep, a 3aTeM Ha CUPOTeM, TJie HUTPUT BOCCTAHABIMBAETCS 10
aMMOHHUSL.

Hutparpenykraza unumaHoOakTepuii romosnoruuHa Mo-coaepkamuM OakTepHalbHbIM
OKCHJOpENyKTa3aM, HO YHHKaJbHa TE€M, YTO HCIOJIb3yeT (eppeJOoKCHH B KayecTBE JOHOpa
DJIEKTPOHOB, 00pa3yss KOMILUIEKChI ¢ HUM B cooTHorieHuu ctporo 1:1 [Hirasawa et al., 2004].
Monun6aeHOBbIH KopaKTop MpeacTaBisieT codboit Mo-01c-Moau00nTepuH-TyaHUH TUHYKICOTH T
(Pucynok 4.B) [Rubio et al., 1998; Rubio et al., 1999; Rubio et al., 2002], u depmenT TakKe

conepxut [4Fe-4S] xmactep [Jepson et al., 2004]. B stoii dhepMeHTHO# cHCTEME BIIEKTPOHBI



48
NEePEeXo/IAT OT BOCCTAHOBJICHHOTO (eppeoKCHHAa Ha >KEeNe30CEepHBbId KiacTep, a 3aTeM K
MOJIMOICHOBOMY KO(AKTOpPy, T/Ie HUTPAT BOCCTAHABIUBAIOTCS 10 HUTpUTA. [ el NarB u nird
HAXOJATCS B OJIHOM KJIACTEPE BMECTE ¢ T€HAMH, KOJUPYIOIIUMHU HHUTPAT / HUTPUT TEpMeaskl,
bopMHpys ONEPOH CO CTPYKTYpO#l [Nir-reHsl, Koaupyromke mepmeassi—narB]. Beicokas
KOHCEPBATUBHOCTh TAKOM OpraHU3aliy '€HOB, IPU KOTOPOU YPOBEHB SKCIIPECCHH T'€HOB upstream
(BBIIIIE PACTIONIOKEHHBIX) CHIIbHEE, YeM TeHOB downstream (HIKE PACIIONIOKCHHBIX) B OTICPOHE
[Frias et al., 1997], obecnieurBaeT CHHTE3 COATAHCUPOBAHHOTO KOJIMYECTBA PA3IMUHBIX OCIKOB B

xozxe metabom3ma.

ZT

I=

Pucynok 4. A. Cuporem. B. Mo-6uc-monu0aontepuH-ryaHiH JUHYKJIEOTH T

Uro KkacaeTcsi OpraHWYECKMX HCTOUYHUKOB a30Ta, HMCIOJIb3YEMBIX LHAaHOOAKTEpUsMHU,
MOYeBHHA pasnmaraeTcs 10 ammuaka ¥ CO2 ¢ MOMOIIBIO CTaHAapTHOH GakrepuambHoil NiZ*-
3aBucuMoi ypeassl [Valladares et al., 2002], B To Bpemss Kak apruHHH KaTaOOIU3UPyETCS
HEOOBIYHBIM ITyT€M, KOTOPBIA COYETaeT IMKIJI JIerpajialliii MOYEBHHBI M JEHCTBHE (epMeHTa
apryuHasbl, 1aBas B KAYeCTBE KOHEUHBIX MPOAYKTOB aMMOHHMIA U riytamar [Quintero et al., 2000].
HeszaBucuMo OT HMCTOYHHMKA a30Ta, WUCHOJIB3YEMOTrO Ui POCTa, BHYTPUKIETOUHBIM aMMOHUI
BKJIFOUACTCS B YIIICPOJIHBIC CKEJICThI Yepe3 IUKII [NTyTaMUHCHHTETa3bl-IITyTaMaTciHTa3bl [Flores
u Herrero, 2005].

OnHUM M3 KIIIOYEBBIX AJIEMEHTOB CUTHAJILHOTO ITyTH, CBSI3aHHOTO C OallaHCOM YIJiepoJia 1
azora (C:N Ganmancom) B cperne, B IMaHOOAKTEpUAX SBIsIETCS MOJeKyna a-keroriyTapat (a-KI')
[Mérida et al., 1991; Coronil et al., 1993; Tapia et al., 1996; Muro-Pastor et al., 2001]. B
[IMaHOOAKTEPHUAX OTCYTCTBYET (EPMEHT O-KeTOTJyTapaT JerHAporeHasa u  TJaBHOU
metaboanueckoil ponbio o-KI' siBisieTcs BKIOYEHHME a30Ta B MeTaboJIM3M IMaHOOAKTepuit
[Vazquez-Bermudez et al., 2000]. Takum o6pa3zom, a-KI' sBisieTcss MHIUKATOPOM COOTHOIICHUS
C:N B xierkax [Muro-Pastor et al., 2001].

Ha Pucynke 5 npeacraBieHa cxeMa OCHOBHBIX ITyTEH aCCUMUJISIIIUN a30Ta, KOTOPbIE ObBLITH

0oOHapyXeHbl B IMaHOOakTepusx. He Bce 3Tu myTH (yHKIUOHUPYIOT B IHAaHOOAKTEpHUATLHOMN
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KJIICTKE B OJHO M TO XC€ BPEMs, OHU CTPOro pEryJIupyroTCd HCTOYHUKaAMMU a30Ta U HAJINYUEM

yriepona [Flores u Herrero, 2005].

N, co,
Nrt NifHDK Calvin cycle,
NO, 5 ¥ PEP carboxylase,
FdxH ol

Nir l *
u 2-0G
gt M 26l

00y

NH,* AP GIn
GS : GOGAT |

Urease |

Urea Urea v v
Organic N-containing

compounds

Cytoplasmic membrane Amt

+
NH,

Pucynox 5. VcTOYHHMKM CBS3aHHOTO a30Ta TPAHCHOPTUPYIOTCS IEpMea3aMu BHYTPb
KJIETKU 1 META0OJIU3UPYIOTCS O aMMOHHSI, KOTOPBIA BCTpauBaeTCs B OPraHUUECKUE COCTUHEHUS
yepe3 LUK MIyTaMUH CHUHTeTa3bl-riiyramaT cuHTtasbl. Nrt, HuTpar-HuTput Tpancrnoprep ABC-
tuna; Urt, tpancmoprep ™oueBmHbl ABC-tuma; Amt, mepmeasa i ammonwus; Nar,
uurparpeaykraza; Nir, wutputrpenykrasza;, NIfHDK, wuurporenasusiii kommiekc, FdxH,
cnenuduyeckuii st rerepoumct (eppenokcun; PEP carboxylase, dochoenonmupysar-
kapOokcmnaza; 2-OG, 2-okcornmyrapar (=o-ketoriyrapat); GS, ramyramuncunrerasza (I'C);
GOGAT, rimyrmar cuntasa (I'OTAT). Cxema u3 crathu [Flores u Herrero, 2005].

T'enemuueckuii konmponv accumunayuu azoma. Korjga B cpeie pUCyTCTBYET MPEIEIBHO
HU3Kas KOHLEHTpalMs aMMOHHMS M JOCTaTOYHBIM 3amac yriepoja, KJIETKH IMaHoOaKTepuit
YyBCTBYIOT BbIcOKO€ cooTHomeHue C k N, KoTopoe 3amycKaeT IKCIPECCHUI0 T€HOB, KOJUPYIOIINX
nepmeasbl U PepMeHTHl, HeoOXxoaumbie Mg d(HPEKTUBHOW ACCUMUIISALIIUA aMMOHUS WU JIJIst
YCBOEHMsI albTEpPHATHBHBIX MCTOYHHMKOB a30Ta. JTa aKTHBAlMs SKCIPECCUH TE€HOB Tpelyer
y4acTusi TpaHCKpUNIMOHHOTO perynsitopa NtcA [Vega-Palas et al., 1990], xoropsrit
NPUHAUICKUT K CeMECTBY OakTepraibHbIX GakTopoB TpaHckpumiuu [Vega-Palas et al., 1992].
NtcA cBsi3pIBaeTcs € ONpeAeIeHHBIMH CallTaMU MPOMOTOPOB PETYJIUPYEMBIX T€HOB, aKTUBUPYS
ux tpanckpumimio [Luque et al., 1994]. I'en ntCA sBisieTcst ayTOperyisTOpHbIM, a O0enok NtcA
aKTHBHPYETCs, Kor/ia B KieTke Beicokoe cootHorreHne C k N [Luque et al., 2004]. Ha akTuBHOCTB
NtcA pnusitor o-KI' u 6enox PII.

Hexkotopsie 3aBucuMbie 0T NtCA MPOMOTOPHI TPEOYIOT JOMOTHUTENBHBIX PETYISATOPOB
WIN TPAHCKPUIIIMOHHBIX ()aKTOPOB JJIS MPABUIBHOTO (PYHKIIMOHUpOBaHUs. OTHUM U3 IPUMEPOB

SIBJISIETCSl IPOMOTOp Nir omepoHa y Anabaena, xortopomy HeoOXomumo cBsizbiBaHue ¢ NtcB

(daxropom Tpanckpumnuuu U3 LysR cemeiicTBa) B nonmosHeHne kK cBsizpiBaHuio ¢ NtcA [Frias et
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al., 2000]. dyHKIMOHUPOBAHKWE ITOTO MPOMOTOpa TaKkke 3aBUCUT OT CnaT, rumoTeTHyeckoi
rmuko3uiaTpancdepassi [Frias et al., 2003].

B xiteTkax mmaHo0akTepuii HEKOTOPBIE SJIEMEHTHI CHCTEMbI ACCUMUISIIIAN PETYITUPYIOTCS
HE TOJIbLKO HAa YPOBHE JKCIPECCHUU TI'€HOB, HO IMOJABEPraroTCcs TaKkKe MOCT-TPAHCISALUOHHON
perynauuu. Hutpat / HUTpUTHBIE IepMeas3bl MHTUOUPYIOTCS TpU BbICOKOM cooTHoueHuu N k C.
Hedochopunmmporannas dopma 6enka PII cnemududeckn MHrHOMpyeT mepMeasbl Mpu HU3KOM
yposue a-KI" [Lee et al., 1998]. Kpome Toro, B oHOKI€TOUHOM InaHoOakTepuu Synechocystis sp.
PCC 6803 ramyraMuHCHMHTETa3a MHAKTUBUPYETCS IBYMSI HEOOJIBIIMMH OCIKOBBIMH (haKTOpaMHu,
AKCIIpecCcUst KOTOPBIX mojiaBisieTcss NtcA npu oTCyTcTBUM aMMOHUs B cpenie [ Garcia-Dominguez

et al., 1999; Garcia-Dominguez et al., 2000].

4.2. MexaHM3M H peryJsinusi 00pa3oBaHus reTePOUNCT Y HMAHOOAKTepHi

BereratusHble KJIETKH HEKOTOPBIX HUTYATBIX IMaHOOaKTepUi MOTYT
g depeHpoBaThes, 00pa3ysl TpH Pa3IMYHbIE THIA KIETOK: (PUKCHPYIONIME MOJIEKYISPHBINA
a30T TeTePOLUCTHI, CIOPOIOI00HBIE KIIETKH - AaKWHETHI ¥ ITOJIBUKHBIE TOPMOTOHUH. [ eTeponncTh
HE00XO0UMBI IIMaHOOAKTEpUsM JUIsl (PUKCALMH MOJIEKYysipHOro N2 U3 aTMocdepsl, Tak Kak OHU
3alIMIAI0T HEOOXOMUMBIM Ui 3TOro mpouecca (QepMEeHT HHUTPOreHa3y OT pa3pylleHUs
KHCJIOPOJIOM, OOpa3yromuMcs B XoJe (OTOCHHTE3a, W TOCTYIMAIOMIUM B KJIETKH HW3BHE IpHU
JBIXaHUU. [ €TepoICThI OTIMYAIOTCS OT BEr€TaTHBHBIX KJIETOK B (prmamMeHTe MOP(OJIOTHUECKH U
¢ynkunonansHo. WX auddepeHIMpoBKa OCHOBBIBAETCS Ha CIOXHOM  MEXKJIETOYHON
KOMMYHHKAIMH U CTPOTO PEryJIUpYeTCsL.

B mmanoGakTepuanbHbiX KyabTypax Anabaena u NOStOC reTeporctsl 00pa3yroTcs U3
BEreTaTHBHBIX KJIETOK Yepe3 OIpe[esieHHble WHTEPBAIBI 10 Bced mHE (uiamMeHToB. B
Ma30TPOGHBIX YCIOBHSIX POCTa BEreTaTHUBHBbIE KJIETKHU MpopospkatroT ¢ukcauuto CO2 B xoje
(oTocuHTE3a U 00ECIIEUNBAIOT T€TEPOIMCTHI YIIIEPOACOACPKALIMMU COSTUHEHUSIMH, B TO BpEeMs
KaK TeTepOIMCThI IOCTABIISIFOT B BEreTaTHBHBIC KIIeTKU cBsi3aHHbIi a3oT [WolK et al., 1994].

I'erepounctel Mopdonoruuecku pa3IuuuMbl IpUMEPHO depe3 8-9 4 mocie HacTYIUICHUS
A30THOTO TOJIOJAHMSI M TNpuOIM3uTENbHO uepe3 20-24 4y OHM CTAHOBATCS IOJHOCTBIO
(GyHKIMOHATBHBIMU, (QuKcUpyrommMu a3oT u3 armoctepsr [Kumar et al., 2010]. ITo npyrum
nanabiM [Hebbar u Curtis, 2000], muddepenuposka rereporuct B KyabType N. sp. PCC 7120
MOCJIE Hayajla a30THOrO TOJIOJAHUS TMOJHOCTHIO 3aBepliaeTcs B mpeaenax oT 36 mo 48 u.
Cas13aHHBIN a30T B (pOpME HUTPATOB U aMMOHUS MOJABIAET JU(PPEPEHIIMPOBKY I'eTEPOILUCT B
TedeHue nepBbix 9-12 u mocie nodasnenus [Kumar et al., 2010].

OO0pa3oBaHue reTeporcT HAYMHAETCS C OTBETA Ha a30THOE TOJIOJIaHUE U 3aKaHYMBACTCS

¢dukcanueir azora B 3peibix rerepouncrax. [Ipu auddepeHunpoBke BEreTaTUBHBIX KIETOK B
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TeTepOLMCThl M3MEHSETCS MX MOPQOJOrHs M KJIETOYHAas CTeHKa MpeoOpa3yercs B TOJICTYIO
000JI04KYy, OrpaHMUYMBAIOLIYI0 IPUTOK BO3AYyXa BO BHYTPUKIETOYHOE IPOCTPAHCTBO. OTa

000J0YKa COCTOUT W3 HapykHoro cjost nonucaxapuaoB (HEP) u BHyrpeHHux cioes

rimukosmnuaoB (HGL) (Pucynok 6) [Wolk et al., 1994].

Polysaccharides (HEP) ~__
Glycolipids (HGL) —
Outer membrane /

Cytoplasmic membrane

Outer membrane

L Cytoplasmic membrane

Honeycomb membranes

Heterocyst Vegetative cell

Polar granule
(cyanophycin)

Pucynok 6. OTiimuust CTpOCHHS TeTEPOIUCTHI OT BETeTaTUBHOM KJIETKH. Pacroyioxkenue
cnenuduyeckux ans rerepounct noiucaxapunoB (HEP) u rmukomununo (HGL) B cocrtae
BHEIIIHEH 0000uku rereporctsl [Muro-Pastor u Hess, 2012]

Bo xone auddepeHIMpoBKE MPOTeTEPOIMCT MEMOPaHbl TUIIAKOUIOB PEOPTaHU3YIOTCS,
CKaIUIMBAIOTCSl OKOJIO TIOPBI M 00pa3yloT Tak Ha3bIBa€MbIe COTOIOI00HBIC CTPYKTYpHI (PrcyHOK
6), xapaktepHbie a1 3penbix rereporct [Walsby, 2007]. JlpixatenbHbie (hepMEHTSI,
PacIOIOKEHHBIE B COTOMOI00HBIX MEMOpaHax OKOJIO IJIa3MOJIECM, COOOIIAIOIIMXCS C COCETHUMH
KJIETKaMH, 3HaYUTEIFHO COKPAIIAIOT KOJINYECTBO KHCIOPO/Ia, MOCTYMAIOIIET0 B TE€TePOLIUCTHL. B
3pesbIX TeTepoIrcTax OoTCyTcTBYeT dortocuctema Il u xapbokcucomsl, comepxamue GhepMeHT
pubyno3o-1,5-6ucdocdarkapboxcunazy/okcurenazy (RuBisCO), HeoOxoaumblil st GpuKcamuu
COz2, HO dotodochopunupoBanue, 3aBUCUMOE OT (POTOCHCTEMBI |, B 3TUX KIETKaX MpPOTEKaeT
[Kumar et al., 2010; Zhao u Wolk, 2008]. Tak kak reTepoIuCcTbl CTAHOBSTCS MHKPOAPOOHBIMH,
OKCHPECCUPYIOTCS TEHbl CyOBCIUHHII HUTPOTeHa3bl, HHULUHUpYyeTcss ¢ukcamms Nz, u
BO300OHOBJISICTCSI aKTHUBHBIM pPOCT (uiaMeHTa 3a CcYeT JCJICHUS BETeTaTHBHBIX KIIETOK,
noayJaromux a3or ot coceanux rereporct [Wolk et al., 1994; Xu et al., 2008). 3penbie
TeTEePOIUCTHI K JIeNIeHUI0 He criocoOHbl [Muro-Pastor u Hess, 2012].

Perymsuus  nuddepeHuupoBkr  rereporuct  TpeOyeT — 3HAYMTENbHBIX  3aTpar
MeTaboluueckux W 3Hepreruueckux pecypcoB [Wolk et al., 1994]. Jluddepenuuponka
TeTePOIMCT 3aIyCKAeTCs HCKITFOUATEIBHO MPU UCUYECPIIAHUN BCEX MCTOYHUKOB CBSI3aHHOTO a30Ta
B cpene. HexoTopeie Monekyisl n HoHsl, BKmodas o-KI' [Zhao et al., 2010], Ca?* nons! [Zhao et
al., 2005], n wukamueckuii-mu-GMP  [Neunuebel u Golden, 2008], BoBieYeHBI B OTBET
CHUTHAJIBHBIX CHCTEM Ha a30THOe ronoaanue [Zhao u Wolk, 2008; Zhang et al., 2006].

[Iponiecc auddepenunpoBkr HaumHaeTcss ¢ akkymysinuu o-KIT, kak crieactBue

UCcUepaHus CBA3aHHOTOo a3ora B cpene [Zhang et al., 2006]. o-KI" B3aumozaelicTByeT c aMMOHUEM



52

B mukie ['C/TOTAT (I'C - ruyramuHcuHaTetaza, ['OI'AT - rayraMHHOKCOTITyTapar
amuHOTpaHcdepasa) [Muro-Pastor et al., 2001; Muro-Pastor et al., 2005]. Ilpu a3otHOM
roioganuu ki ['C/I'OTAT nepecraeT GyHKIMOHUPOBATH, YTO MPUBOAUT K HakorieHuto o-KI
BHyTpH KieTku [Zhang et al., 2006]. B cBoro ouepenp, a-KI' crumynupyer JTHK-cBs3bIBarOIIyIO
aKTHBHOCTHh NtCA, BaXHOTO (DaKkTOpa TpaHCKpHUIIIUU NpU (hopmupoBanuu rerepourct [Frias et
al., 1994; Wei et al., 1994]. Tpauckpuriius reHoB, 3aBUcUMbIX 0T NtCA, B orcyrcrBue o-KI™ He
HauHercs [Vazquez-Bermudez et al., 2002a; Tanigawa et al., 2002]. Takum oOpa3om, perysnus
TpaHCKpUIKH, 3aBucuMast oT NICA, n3Mmensercs B oTBeT Ha kojiebanust C:N OajtaHca KIIETOK IpH
Bo3zelicTBuH 3¢ dekropHoit Mmonekynsl o-KI' [Zhao et al., 2010] u umeer pemaroiee 3HaAYCHHE
JUTSL paHHUX 3TanoB auddepeniupoku rerepounct [Frias et al., 1994; Wei et al., 1994].

a-KI" crumynupyer cBsizbiBaHue NtcA ¢ HEKOTOPBIMU N-peryiaupyemMbIMU IPOMOTOPaMU
[Vazquez-Bermudez et al., 2002a; Tanigawa et al., 2002], npeanoaoKuTeIbHO 3TOT METa0OIUT
MOJKET TPEICTaBIATh coOoi ammoctepuueckuii dpdextop mns NtcA. [{uanobakrepuanbHbII
curHanbHbli Oenok PII (mpoaykt rena gInB) cesasbiBaer AT® u o-KI' u dhochopunupyercs npu
BbIcOKOM C:N coorHomeHuu B kietkax. llpennonoxurensHo, 6enok PII pyHkunonupyer xak
narunk (cencop) o-KI' [Forchhammer, 2004]. Besiok PII oco6enHO BaskeH ajs akTHBamuyd NtcA-
3aBUCHMBIX T€HOB B YCIIOBHSIX a30THOro rojoxanus [Paz-Yepes et al., 2003; Fadi Aldehni et al.,
2003], u Oonee »sddextuBHo PII cmocoOcTByeTr sKcnpeccud TEHOB, HaxXodsICh B
dochopunupoBannoii popme [Paz-Yepes et al., 2003]. Takum ob6pazom, o-KI' moxer
BO3/ICIICTBOBATh HAa aKTUBHOCTb N{CA M HanpsMyro, 1 KocBeHHO uepe3 PIIL.

[Tocne akxymymsmuu o-KIT u aktuBanmum NICA crnemyromum 3sTanoM o0pa3oBaHUS
reTepoIucT sBisieTcs skcnpeccus reda hetR [Black et al., 1994; Buikema u Haselkorn, 1991]. B
ornuune oT NiCA, HetR cneunduueckn ygactsyer B nuddepeHupoBKe KIETOK U HE SBIISETCS
o0s3aTeNbHBIM ISl pocTa B MPHUCYTCTBUU HHUTpaTa. HetR cBs3piBaeTcs ¢ mpomoropamu
HECKOJIbKUX T€HOB, MPOAYKTHl KOTOPBIX YUYacCTBYIOT B IpOLIECCe PETyIsiuuu (pOpMHUPOBaHUS
rereporuct, Takux kKak hetR, hetP, hepA, hetZ u patS [Du et al., 2012; Feldmann et al., 2011; Higa
u Callahan, 2010; Huang et al., 2004].

Okcmpeccust NCA u hetR ycunuBaercst B oTBET Ha JeUIMT a30Ta, U 3TO YBEIHUUCHUEC
IKCIPECCHH HAOJI0IaeTCss OCOOCHHO SPKO B pa3BUBaroIuxcs rerepouuctax [Black et al., 1993;
Olmedo-Verd et al., 2006; Rajagopalan u Callahan, 2010]. NtcA u HetR ycumuBaroT sKCripeccuio
CBOMX COOCTBEHHBIX T€HOB, TaK M SKCIIPECCHIO JAPYT pyTa.

Tak xak hetR mpoMoTop He coaepkuT y3HaBaeMblii NtCA callT CBI3bIBaHUS, I0-BUIHUMOMY,
€ro 3aBHCHUMOCTh OT 3KcTpeccuu NtCA siBisieTcst KOCBeHHOM. PacmosnaBanue Oenka NrrA, NtcA-

3aBucumoro peryimsropa [Ehira m Ohmori, 2006a; Muro-Pastor et al., 2006], xoropsrii
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cBsi3piBacTCsi ¢ mpomoropoM hetR, wactuuno ompezessieT KOCBeHHYH0 3aBUCHMOCTh hetR ot
skcnpeccun NtcA [Ehira u Ohmori, 2006b].

HeobxomumeiMu Ui 1 GepeHIIMPOBKH TETEPOLMCT SBISAIOTCS monunentun PatS u
6enok HetN, Ho mpu 3TOM HX CBEpXIKCIPECCHs MoAaBIIsIeT 3ToT mpoiece [ Yoon u Golden, 1998;
Black u Wolk, 1994; Callahan u Buikema, 2001]. Tpauckpumus u patS, u hetN cunbhee B
rerepouuctax [ Yoon u Golden, 1998; Callahan u Buikema, 2001], HO IpoayKThI 3KCIIPECCHH 3THX
TeHOB BCTPEYAIOTCA M B BETETATUBHBIX KIJIETKaX IO Bcell umHe ¢unamenTta. PatS mpencrasnser
coboii Hebompimoi moaunentua, C-koHueBo# meHTanmentun kortoporo RGSGR (PatS-5)
uHruoupyeT audGepeHInpPOBKY reTepOUCT PU FIK30IC€HHOM JJOOABJICHUH HITH TIPU dKCIIPECCUU
noJ; rereporcrocnenupuansiM mpomoropoM [Yoon u Golden, 1998; Yoon u Golden, 2001].
bruio nokasano, 4To B (IIpo)rerepouucTax cUHTe3upyercsa noaunentun PatS, cocrosmmii uz 17
AMHHOKHUCJIOTHBIX OCTAaTKOB, U 4TO peryisnus Tud(GEepeHIMPOBKU T'eTEPOIUCT B (HIAMEHTE
ocymiectrisiercs C-konneBbiM oktanentugom CDERGSGR [Corrales-Guerrero et al., 2013].

HetN comepxxut unentnynsiii RGSGR MOTHB, KOTOpPBII MPEANOI0KHUTEIBHO SBIISCTCS
dynkuonanbubiM komnoHentoM HetN [Higa et al., 2012]. Tem He MeHee, Apyrue aBTOPHI
omHcanyd MYyTallud, BBeIEHHble B mocienoBareabHOocTh RGSGR, koTopple He W3MeEHsUH
ciocoonoctu HetN mogasnate quddepenimposky rereporuuct [Li et al., 2002].

HccnenoBanust MOKa3bIBalOT, YTO MeXaHU3M JU(D(HEPEHIIUPOBKU TETEPOIUCT 3aBHUCHUT OT
KOHIEHTPALlMOHHBIX TpaaueHToB akTuBaTopa (HetR) m mHruOutopoB (BEposSTHO NENTHJIOB,
obpasoBaBuiuxcs u3 PatS u / mnm HetN) mo mnuue dumamenta [Risser u Callahan, 2009].
Caepxakcmnpeccus reHa hetR wiu myranms B rene patS mpuBOIST K MyTaHTHBIM (DeHOTHIAM,
JEMOHCTPUPYIOIIUM 00pa30BaHWE MHOYKECTBEHHBIX TI€TEPOLUCT (LIETIOYEK TIeTEPOIUCT).
HamporuB, cBepxdkcnpeccuss patS wim  wmyranus no hetR  mpuBomsT K  OTCYTCTBHUIO
maddepenmpoBkn. MyTtanmuu B 000MX MHIHOMPYIOMIMX dyeMeHTax, PatS u HetN, npuBoasr k
QG pepeHIIMPOBKe MPAKTUYECKH BCEX KJIETOK B (pHIIAMEHTE MPU OTCYTCTBUHU CBS3aHHOTO a30Ta
[Borthakur et al., 2005]. B To Bpewmst kak PatS y4acTByeT B MexaHu3Me (pOpMHUPOBAHUSI TETEPOIIMCT
de novo [Yoon u Golden, 1998], HetN HeoOxoaum st obecriedeHus: GyHKIIMOHHUPOBAHHS STOTO
MeXaHu3Ma, HO He JiIs ero 3amycka [Callahan u Buikema, 2001].

[TpoyKThI SKCTIPpECCHH APYTHX TCHOB (DYHKIMOHUPYIOT Ha OTHOCUTEIIFHO PAaHHUX dTamax
T QPEepeHIIMPOBKH, YTO OCHOBAHO Ha HAOMIOJCHHAX 32 (EHOTHIIAMH COOTBETCTBYOIINX
MyTaHTOB. Mytanus B rene hetF mpuBoaut k otcyrcrBuio rerepormct [Wong u Meeks, 2001;
Risser u Callahan, 2008], a MmyTanus B reHe, KOAUPYIOIIEM peryasTop orBera PatA, mpuBoaur k
(GbopMHpPOBaHHIO B OCHOBHOM TePMHHAIbHBIX TeTeponuct [Liang et al.,1992]. [enenuu B reHax
patA um hetF nmpuomsar x akkymymsuuu O6enka HetR [Risser u Callahan, 2008]. [IBa mapyrux

6enka nHruoupyrot 3xcnpeccuto HetR. HetC nmpunannexut k cemeicTBy 6akrepuanpbHbix ABC-
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tpancnoptepoB OenkoB [Khudyakov u Wolk, 1997]. B perymimuun auddepeHInpoBKu
rereporct HetC Boimonnser aBoiHyo GyHKuo. C 0JHONH CTOPOHBI, 3TOT OENOK ¢ OOIbIION
JI0JIei BEPOSITHOCTH YYaCTBYET B TPAHCIOPTE MHIHOUpYrOmuX AuddepeHnpoBKy peryasiTopoB
(Pat m HetN) u3 (mpo)rereporuct B cocennue kietku. A taxxke HetC (u HetP) moxer
B3aMMOJICIICTBOBATh ¢ MEMOpPAaHHBIMHU (DaKTOpaMU, MPHUBOJAS K HMHTUOMPOBAHUIO KIETOUHOTO
nenenusi [Corrales-Guerrero et al., 2014]. B xynbrype myrantoB no rexy hetC nabGnromaercs
OTCYTCTBHUE ayTO(IyOpECeHIINN KIETOK, KOTOpas SBIISETCS MPU3HAKOM IU(p(HEepeHITUPOBKHU, HO
9TH KJIETKH MTPOIOJDKAIOT JSITUTHCS U HE TPOSBISIOT Mopdosorndeckux uamenenuii [Xu u Wolk,
2001]. Hz0brtounas oskcrpeccuss HetP, Oenka ¢ HemsBecTHOM (yHKIHMEH, CIOCOOCTBYET
muddepenimpoBke naxe B myranTax o reny hetR [Higa u Callahan, 2010].

I'eHb1, onFiCaHHBIC BBIIIE, YYACTBYIOT B PETYIISILINY MTpoIiecca 00pa30BaHuUs FeTEPOIUCT, TO
€CTh OMpeeNsoT, Oyner nu nanHas kietka nuddepennuponarses. [locne Toro, kak mpoiece
3alyCKaeTcsl, HAUYMHAIOTCA MOpP(OJIOrHYecKre H MeTadOJIMYecKue HW3MEHEHHUs, TaKue Kak
(dopMHpOBaHHE KOMIIOHEHTOB OOOJIOUKH OyayIIei reTepolUCThl M HAKOIUIEHUE LUTOXPOM C-
okcumasel u HUTporenassl [Wolk et al., 1994; Zhao u Wolk, 2008]. Mopdorenes aByx cjioeB
000JI0YKH TeTEPOIIMCT KOHTPOJIUPYETCS IByMsi ceMelicTBa reHoB, hep u hgl, kotopbie KocBeHHO
akTuBHpYIOTCs perymsitopom HetR [Huang et al., 2004].

3aKIOYNTENbHBIE JTambl Iporecca TUGPEPEeHITUPOBKH BKIIOYAIOT PETyIHUpPyEeMbIe
nepecrpoiiku JIHK, kotopsie mpoucxoasr B NIfD, hupL u fdxN renax, konupyronmx cyObeIuHHILY
HUTPOTE€HA3bl, CYOBEOUHUI]y MEMOpPAaHOCBSI3aHHON  TUApPOTeHa3bl U (epperoKCHHa,
COOTBETCTBEHHO. OTH TpH cailT-cienuduyeckue peKOMOMHAIIMOHHBIE COOBITHS ITHUPOKO
pacnpocTpaHeHbl y uaHoOakTepuii, oopasyromux rereporrctsl [Henson et al., 2011]. Bee atu
COOBITHS BEAYT K TMPeoOpa3oBaHUI0 pPaMKH CUHTBHIBAHUS Te€Ha TakK, 4YTOObl TE€H MOr
9KCIPECCUPOBATHCA Crierudruecku s rerepormct [Muro-Pastor u Hess, 2012].

@OUKCHPOBAHHBIN a30T, MOCTYNAIOIINA U3 00pa30BaBIINXCS TETEPOIHCT, BMecTe ¢ PatS u
HetN neiictByer kak HHTHOUTOP TUDPEPEHIIMPOBKH COCETHUX C T€TEPOIMCTON BEr€TaTHBHBIX
kietok B ¢punamente [Wolk et al., 1974].

Tak kak HUTpOTE€HAa3a COAEPIKUT A0 36 aTOMOB kelie3a Ha PepMEHTHBIM KOMILIEKC, & TAKKE
JUI a30T(UKCAIMM HEOOXOIUMBI XKelle30CoAepKalIe OenkH, B JUa30TPOQHBIX YCIOBHIX JUIS
pOCTa KJIETOK TPeOyeTCsl JOMOTHUTEIBHOE KOJUIECTBO JKejle3a, IOMUMO TOTO, YTO HEOOXOIUMO
s hotocunte3a U abixaHus. [lpu medurure xemeza y N. sp. PCC 7120 crmocoOHOCTE K
¢dukcanmu atMochepHoro azora u AuddepeHInpoBKe reTepOIHCT JOCTATOYHO CHIIBHO CHIDKEHA
[Narayan et al., 2011; Saxena et al., 2006].

VY nnano6aktepuu N. sp. PCC 7120 rimaBHBIM peryasTopoM roMeocTasa yxeje3a sBIsieTCs

o6enok FurA [Gonzalez et al., 2012]. FurA mnpencraBiseT co0oif KOHCTUTYTHBHBINA OEIOK
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[Hernandez et al., 2004; Hernandez et al., 2006], skcmpeccust KOTOPOTO YCHIMBAETCS IPH
ucueprnanuu xesne3a [Hernandez et al., 2002], okucnurensnom crpecce [Lopez-Gomollon et al.,
2009] u Bo Bpems muddepenuupoBku rereporuct [Flores u Herrero, 2010; Lopez-Gomollon et
al., 2007]. B knrerkax N. sp. PCC 7120 FurA siBiisieTcst ri100aibHBIM PEryISTOPOM TPAHCKPHUIIIHH,
AKCIPECCHs] KOTOPOro MHAYIHpyeTcss NiCA B MpOreTepouucTax, CTadMiIbHO MPOJ0IDKACTCS B
3peJIbIX FETePOIUCTaX U OTCYTCTBYET B NCA-myTanTax [Lopez-Gomollon et al., 2007]. Peryaupyst
skcnpeccuro NtCA, FurA enusier Ha oOpa3oBanue rereporuct y N. sp. PCC 7120 (PucyHok 7) u
UTpacT BaXHYIO POJIb B 3aBUCHMOCTH MEXKIy TOMEOCTa30M JKejle3a U a30THBIM METa00IH3MOM
uanob6akrepuii [Gonzalez et al., 2013].

Combined nitrogen

deprivation
Oxidative |I".DI'1 . i
stress deprivation 2.0G
— FurA NtcA —»—» hetR =) HetR

p

N fura ntcA +

Pucynok 7. Ponp Oenxa FUrA B perymsuuu skcnpeccur reHa NtCA mpu
obpazoBanuu rerepouuct [Gonzalez et al., 2013]
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I11. MATEPHUAJIBI 1 METO/IbI

1. OpranusMmbl, NMTaTe]bHbIE CPebl U YCIOBHUSA KYJIbTUBHPOBAHUS

1.1. baxkrepuajibHble KYJAbTYpPbl. bakTepuanbHble MITaMMBl ¥  IJIA3MUJBL,
UCIIOJIb30BaHHbIE B paboTe, npeacrasieHsl B Tabmure 1.

buocencopubie mrammbr  Chromobacterium violaceum CV026 wu Agrobacterium
tumefaciens NT1/pZLR4. llltammebl 6butn ipeocTaBiens 1.0.H. JI. Uepaunbsim (Mepycaniumcekuit
yauBepcutet, M3pawmis). C. violaceum CV026 BwipamuBaniu Ha arapuzoBannoi (1.5%) cpene
Luria-Bertani (LB: 1% tpunton, 0.5% nposxokeBoii skctpakt, 0.5% NaCl) (Mumiep, 1976) ¢
nobasienneM kanamunuHa (100 MKr/mit) U XpaHWIM Ipyu KOMHATHOH Temmeparype. buocencop
Agrobacterium tumefaciens NT1/pZLR4 seipanuBanu va cpene LA (LB ¢ 1,5% arapa) wiu cpene
M9 (0.6% NaHPO4, 0.3% KH2PO4, 0,05 % NaCl, 0.1% NH4Cl, mociae aBTOKJIaBHpOBaHHUS
nobasmsim Imn 0,1 M CaClz, 1 ma IM MgSO4 X 7 H20 na 1 11 cpenst u 0,2% raoko3sl) ¢
nobasnenreM amnuuuinaa (100 Mxr/min) u rearamununa (20 mxr/mi) npu 30°C.

ITammbl mouBeHHBIX OakTepuit Pseudomonas chlororaphis 62, P. chlororaphis 64, P.
chlororaphis 66, P. chlororaphis 205-c, P. chlororaphis 445, P. chlororaphis 464, P. chlororaphis
449, Pseudomonas fluorescens B-4117. IlItammsr 6si1u ipeoctasienst K.0.H. T. A. CopokuHoi
(Muactutyr MonekynsipHod reHeTuku, MockBa, Poccus). DTy mraMMbl ObUIM BBLAENCHBI U3
pu3ocdepbl pa3IUYHBIX PACTEHUM W TMOYBEHHBIX OOpa3lOB M3 Pa3HBIX TeorpauuecKux 30H:
MockoBckast 06sacTh u apyrue peruonsl Poccun, Ykpaunnsl, Kazaxcrana, Y30ekucrana.

MytanThbie mrrammel P. chlororaphis 449::miniTn5-3, P. chlororaphis 449::miniTn5-14,
P. chlororaphis 449 gacS, P. chlororaphis 449 vifr, P. chlororaphis 449 rpoS u mirammsl ¢
mwiasmugamu P, chlororaphis 449/pME6863, P. chlororaphis 449/pME6000 (mosyueHsl B
JlaGopaTopuu peryisiuy 3KCIPECCHU TE€HOB MHKPOOPTaHW3MOB HWHCTHTyTa MOJEKYISIpHOU
reHetuku PAH).

Pseudomonas aureofaciens 30-84, P. aureofaciens ATCC 13985 mnomydeHsl u3
Mexaynapoauoit kosekiun (https://www.lgcstandards-atcc.org/en.aspx).

bakrepun poaa Serratia u ux myrantel. Serratia proteamaculans, sprl’, sprR (ucxomubrii
mramMMm nonydeH or wi.-kopp. PAH C.B. KoctpoBa, mMyranTel monydensl B JlaGopaTtopuu
PETryJISIMM SKCIPECCUU T€HOB MUKpPOOpraHu3MoB MHcTHTyTa MojekyispHoi reHetuku PAH).
Serratia plymuthica IC1270 u myraunTsl B reHax QrrA, grrS u rpoS npeaocrasineHs! 1.0.H. JI.
Yepuunsim (HUepycanumckuii yauepeuteT, U3panis).

Kynbrypsl ¢puTonarorennsix Oaktepuii Agrobacterium tumefaciens C58, B6, 1D1, 636,
388 u Erwinia carotovora 133 momy4yensl u3 kosuiekiuu Jlaboparopuu perynsiiuy 3KCIpecCHu

T€HOB MUKpPOOprannu3MoB MHcTuTyTa MonekynapHoi renetuku PAH.
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Kyneryper Oaxtepuit pomoB Pseudomonas, Serratia, Agrobacterium, a takxe E.
carotovora 133 pactuiiv Ha arapu30BaHHOM WK B XuJkou cpeae LB npu temnepatype 28°C.

BeipamBanue mrrammoB Escherichia coli XL1-Blue u E. coli HB101 ocymectsisin B
xuakon cpene LB wnm Ha vamkax Ilerpu na arapmzoBanHoii cpene LA (LB ¢ 1,5% arapa)
[Muiep, 1976]. BeipamuBanue kynbTyp mrammoB E. coli, a Takke Tpancopmantos E. coli,
npoBoAun npu Temneparype 37°C.

Itamm oxHoKIIeTOYHOM mHaHobGakTepuu Synechococcus sp. PCC 7942 (S. 7942) Obun
npenocrasiieH 1.0.H. Kokmapooit O. A. (MHCTUTYT hU3HKO-XUMUYECKOH Onooruu umeHu A.H.
benosepckoro MI'Y, Mocksa). Jukuii tun Synechococcus sp. PCC 7942 u ero MyraHTHBIE
npou3BoHbIe KynbTHBHpOoBaK Ha cpeae BG11n [Rippka et al, 1979]. Knerku mmanobakTepun

pocnu B konbax Ha 100 M mpu 25°C Ha cBety (mpuMepro 20 MKE m? s71).

Ta6auna 1. bakTepuanbHble MITaAMMBI U TUTA3MUJIBI, HCIIOIH30BAaHHBIC B paboTe

HasBanue mramma | XapaKTepuUCTUKa | Hcrounuk

Pseudomonas chlororaphis

62 [Ipororpod. Boigenen wu3 puzochepbl XJIOMKa Komtexuus UMT PAH
(TamkenTckas 0611., Y30eKHUCTaH)

64 [Ipororpod. Beinenen u3 puzocheps! mogopoKHUKA Kontexuus IMT PAH
(MockoBckas 0011.)

66 [Ipororpod. Beimenen wu3z puzochepbl JHOIEPHBI Komrexus ML PAH
(TamkenTckas 0011., Y30eknucraH)

205¢ [Mpororpod. BrlmeneH n3 mMOYBBI PUCOBOTO MO Komtexiuns UM PAH
(Kazaxcran)

445 [Ipototpod. Beimenen wu3 pusocdepsl Manca Komrexus ML PAH
(Kuesckas 00:1., Ykpanna)

464 IMpororpod. Beimenen wu3 puzochepsl CBEKIBI Komtexiuns UM PAH
(Kuesckas 00:1., YkpanHa)

449 [pototpod. Beimenen u3z puzochepbl KyKypy3bl Komexws UMI PAH
(Kuesckas 00:1., YkpanHa)

449: miniTn5-3 E[;T?:{CHOSOHHHI/I MmyTaHT 449, phzA::mini-TnSKm2, Kontexiss UMI PAH"

449 miniTn5-14 'IEI;]ilr}ICHOSOHHI)IH myTanT 449, phzB::mini-Tn5Km2, Komrexis IMI PAH

449/pME6863 449, conepur - mmasmuny - pME6863 ¢ |y vr pAH
KJIOHUPOBAHHBIM TeHoM allA, Tc

449/pME6000 ftré(l;?, COJIEP)KUT BEKTOpHYI0 miasMuny pME6000, Komtexus ML PAH

449 gacS::mini-TnsKm2 | | PAHCHOSOHHMIT Myras 449, gacSzmini-TnSKM2, | - s IMI PAH

449 vir:Gm' Uncepunonnslii mytanT 449, vfr:Gm, GmR Konnexuus UMTI” PAH

449 rpoS:Km' Wucepunonsslii mytant 449, rpoS:Km, Km' Komnexims UMI" PAH

Serratia

S. proteamaculans 94 IpotoTpod, BhIACHCH M3 MCMIOPYCHHOrO Mica B [Demidyuk et al., 2006]
XOJIOIVITBHAKE
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sprl’

WHcepuyonssiii MyTanT 94, sprl:Gm, Gm'

Komnexkmus UMI" PAH

sprR°

Uncepuuonnslii mytant 94, sprR:Gm, Gm'

Komnexmusa UMI" PAH

S. plymuthica 1C1270

IIpotorpod

[Ovadis et al., 2004]

S. plymuthica grrA

Rif" Gm" uncepumonnslii myrant mramma IC1270

[Ovadis et al., 2004]

S. plymuthica grrS

Rif" Gm" uncepuumonnslii myrant mramma IC1270

[Ovadis et al., 2004]

S. plymuthica rpoS

Rif" Gm' uncepumonnsiii myrant mramma IC1270

[Ovadis et al., 2004]

Agrobacterium

A. tumefaciens C58

[Iporotpod. Copepxur Ti-rmasmuay
HOIIAJIMHOBOI'O THIIA, BBIACJICH M3 KOPOHYATHIX
T'aJIJIOB BUIITHH.

[Sciaky et al., 1978]

A. tumefaciens

Ti-mmaamuner  He pZLR4traG::lacZ.

Bbuocencop, cuHTe3Mpyer [-rajgakro3ugasy INpH

HNMCCT.

[Kovach et al. 1995]

NT1/pZLR4 nannauu B cpene ATJL, GmR

A. tumefaciens B6 Hpototpod Komrexuust UMI” PAH
A. tumefaciens 1D1 Hporotpod Komnexuus UMI” PAH
A. tumefaciens 636 Hpororpod Komnexuust UMI” PAH
A. tumefaciens 388 IIporoTpod Kosnekims UMT PAH
Synechococcus sp.

PCC 7942 Jyxuii Tan J-p Kokmaposa O. A.

WueruryT dusmko-
XUMHYECKOH OHOJIOTHH UM.
A.H. Benozepckoro MI'Y

NR 401 SM'Sp'EM"; Tn5-692 myranT JlanHas paGora

NR 385 SM'Sp'EM"; Tn5-692 myrant JlanHas paGora

NR 356 SM'Sp'EM"; Tn5-692 mytant Jlannas pabora

NR 359 SM'Sp'EM"; Tn5-692 myranT JlarHas paGora

NR401ins Km'"; PCC 7942::pNR401-del JMaunnast padota

NR385ins Km"; PCC 7942::pNR385-del Ianuas paborta

ITnazmuown

pMEG000 Bexrop st knonuposanus, TcR Komnekimst UMT” PAH
pMEG6000, Hecymast reH AiiA, mox KOHTPOIEM

PME6863 KOHCTUTYTHBHOTO lac-npomoropa pME6000, Tc? Hommexzpri FEMI FAH

pRL443 Ap'Tc", Km® mpousBoaHast miazmuasl RP4 [Elhai et al., 1997]

pRL498 Km'; BekTop npsiMoii celeKIun [Elhai u Wolk, 1988]

pRL692 Em'Sm'Sp’, mecer Tn5-692 [Koksharova u Wolk,

2002]
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PNR401

SM'SP'EM"; xpomocomnuas IHK u3 S. sp. PCC 7942
NR401 nopesana Sall, murunposana cama Ha cebs u
tparchopmuporana B E. coli

Hannas padota

PNR385

SM'Sp'EM’; xpomocomuas JIHK u3 S. sp. PCC 7942
NR385 mopesana Sall, murmnposana cama Ha cebs u
tparchopmuposana B E. coli

Jlannas pabota

PNR365

SM'Sp'EM’; xpomocomuas JIHK u3 S. sp. PCC 7942
NR365 nopesana Sall, muruposana cama Ha ceOs 1
tparchopmuposana B E. coli

Jlannas pabota

PNR359

SM'SP'EM’; xpomocomuas JJHK u3 S. sp. PCC 7942
NR359 nopesana Sall, muruposana cama Ha ceOs 1
tparchopmuporana B E. coli

Hannas pabota

pNR401-del

Km";, pRL498 ¢ neneruposannoii [11IP komuei reHa
SYNPCC7942_RS06965

Hannas pabota

PNR385-del

Km'; pRL498 ¢ neneruposanHoii [P konmeii rena
SYNPCC7942_RS03755

JlanHas pabota

Jlpyrue 0akTepuu

Chromobacterium
violaceum 026 (CV026)

Sm" mini-Tn5 Hg" cvil:: Tn5xylE Km'
Buocencop, cuHTe3upyeT (HUOJETOBBI MUTMEHT
BUOJTAIleWH Npy Haimuuu B cpeae Al'J]

[McClean et al., 1997]

P. aureofaciens

Erwinia carotovora 133 [IpotoTpod Kosmrexumst UMI" PAH
P. aureofaciens ATCC Ap  JI Hepuun.
13985 Hpororpod Hepycanumckuit

YHUBEPCUTET

O-p JI.  Yepnun.
P fluorescens B-4117 [Ipororpod. Beimenen u3 moussl B barymckom Mepycammerii

OoTaHmueckoMm cany, [ py3us.
YHUBEPCUTET

Escherichia coli XL1-Blue

recAl endAl gyrA96 thi-1 hsdR17 supE44 relAl lac
[F' proAB lacl®ZAM15 Tn10(TetR)]

Komnexkuus kadempbr
renetnku MI'Y

E. coli HB101

F' arald galK2 hsdS20(rs- mg-) lacY1 leuB6 mtl-1
proA2 recA13 rpsL20(Str?) supE44,9,14 thi-1 xyl-5
A(mcrC-mrr)

[Cohen et al, 1998]

mtl-1 proA2 his-4 argE3 str-31 tsx-33

] ) Kosexus OI'BY
E. coli K-12 MG1655 F- lambda- ilvG- rfb-50 rph-1 " ocHNMrenemixa"
E coli AB1157 recA99 thr-1 leu-6 thi-1 lacYl galK2 aral4 xyl-5 Komnexuis IMT PAH

P. fluorescens Pf-5 ITpororpod [Blumer u Haas, 2000]
P. fluorescens 2—79 [Tporotpod [Blom et al., 2011]

H-p. Kokmaposa O. A
Nostoc sp. PCC 7120 JIMKuit T MHCTHTYT (usuKo-

XUMHYIECKON OHOJIOTHH M.
A.H. benosepckoro MI'Y

Ilpumeuanue. Ap, avmunumad; Em, spurpomunma; Km, kaHaMumme; SM, CTPENTOMUITNH; SP,
CMEKTUHOMHUIIMH; TC, TeTpaiukiuH; Rif, pudamnuus; I, ycTOWdMBOCTD; S, 9yBCTBUTEILHOCTb.

tamm HuTyatoi azoTduxcupyromeir nmanodaxtepun Nostoc sp. PCC 7120 Obun

nosydeH oT A.0.H. Kokmaposoit O. A. (MacTUTYT Pusnko-xumuueckon omosornn nmenn A.H.

benosepckoro MI'Y, Mocksa). Nostoc sp. PCC 7120 (N. 7120) xyIbTHBHPOBAIH B KUIKOM cpejie

BG11 [Rippkaetal, 1979] ¢ no6aBnenunem nutpata Harpust (BG11nos) wium B cpene BG11 6e3 a3ota

(Tabmuma 2). KyneTypy pactuinu B konbax OpneHmeiiepa oobemom 100 M1 mpu KOMHATHOM
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TeMIiepaType TpH MOCTOSHHOM OCBEIIeHHH ¢ mHTeHcHBHOCTHIO 20 MKE m? s Ha kawanke co

CKOpOCThIO Kadanus 70 06/MuH.

Tadanua 2. Cpena pocra BG11nos Ui KyJIbTHBUPOBAHUS IMAHOOAKTEPUil

HaBecka na 40 mun 1000x
Bermectso Copnepxanue B 1 mutpe MaTpUYHOTO pPacTBOpa, U3
(B rpammax) KoToporo Oepem 1 M Ha
JIMTP TOTOBOU CPEIbI
Na:EDTA 0,001 40 mr
NaNOs 1,5 -
KoHPO4 (v 0,04 24
K2HPO4x3H20) 0,051 ’
MgSO4x7H,0 0,075 3r
CaCl2x2H.0 0,036 1,44
(ecim 6E3BOJTHBIN) 1,08 T
JIuMoHHas KucioTa 0,006 0,24 r
Na,COs 0,02 0,81
FeCl3x6H>0 0,003 0,118
MHUKpPOAIIEMEHTBI, PACTBOP | it i
(cM. HUXKe)

CocTaB pacTBOpa MUKPO0YJIeMeHTOB (B rpamMMax Ha 1 Jgurtp)

H3BO3 2,86
CuS0O4x 5H,0 0,079
MnCl2x4 H20 1,81
Co(NO3)2x6H.O  0,0444
ZnSO4x7H20 0,222

Na:MoOsx2 H.O 0,39

1.2. KyasTypsl rpudoB. KynbTypsl pUTONATOreHHBIX TPUOOB MOTYyYEHBI U3 KOJUICKIIUH
JlabopaTopun peryssiiiy SKCHPECCHH T'€HOB MHKPOOPTaHW3MOB MHCTHTyTa MOJEKYISAPHOM
reHetuku PAH:

durtonaroreHHble  rpulObl,  HCHOJb30BaBIIMecs B pabore:  Fusarium solani,
Fusarium moniliforme, Pyricularia oryzae, Rhizoctonia solani, Verticillium dahliae,
Helminthosporium sativum, Sclerotinia sclerotiorum, Sclerotinia rolfsii, Colletotrichum sp.

KynbTypsl rpu0oB BelpaimnBaiu Ha cpefe Yaneka (riaroko3a - 0,4%, NaNOs - 2 r, KH2PO4
- 1r, MgS04- 0,51, KCI- 0,51, FeSO4-0,01 1, Boga - 1 11, arapo3za — 1-2%) [Muiep, 1976] nnu
Ha cpezie PDA (Potato Dextrose Agar/Arap kaprodenbHblii ¢ nexctpo3oii) (Difco) mpu 25 °C.

1.3. Caenorhabditis elegans. Hemaroasr Caenorhabditis elegans N2 (mrramm aukoro Tura)
3 koiekuuu OI'BY T'ocygapcTBEeHHOro HayYHO-HCCIEAOBATENBCKOIO MHCTUTYTA TEHETHKUA W

CEJIEKLIMU TMPOMBIIUIEHHBIX MHUKpoopranu3mMoB (MockBa) KyJIbTUBHUPOBAJIM Ha arapu3oBaHHON
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cpene pocta NGM, ontumanbhoi s Hemaros, npu 20°C Ha gamikax [letpu, 3acesuusix E. coli
MG1655 B xauecTBe NCTOYHMKA MUIIU. Pa3BUTHE TMUNHOK HEMATOJ BKJIFOYAET B YETHIPE CTA/IUU -
L1, L2, L3 u L4. TTocne craguu L4 nemaronsr C. elegans mepexost K B3pOCIOMY COCTOSIHUIO, B
KOTOPOM HEMaToJIbl CIIOCOOHBI K pa3MHOKeHHIO [ Stiernagle, 2006].

1.4. Drosophila melanogaster. Myxu Drosophila melanogaster nunuu F ¢ myranueit w8
(Drosophila Stock Center, Bloomington, IN) coaepxxanuch npu 25°C Ha arapu3oBaHHOH cpeje,
cojepxanier 8 r arapa, 60 r cyxux apoxokeit, 40 r caxapa, 36 r MmanHoM Kpy1ibl, 40 r u3toMa Ha 1 71

KOHEYHOro o0bema Cp€anbl.

2. Onpenenenue cunresa AI'JI

C nomouipo MHCEpIMU TpaHcmo3oHa mini-Tn5 B mramme C. violaceum CV026 6but
WHAaKTUBUpOBaH reH cuHTaszbl ATJI cvil, KoTopblil oTBe4yaeT 3a cuHTe3 N-reKCaHOMITOMOCEPUH
nakrona (Ce-I'JT) [McClean et al., 1997]. Myraius B 5TOM I'eHe MPUBOIUT K OTCYTCTBHIO CHHTE3a
ATJI m ¢uoneroBoro mnurMeHtra BuojanenHa. CuHTe3 BHojanenHa B mramme CV026
unayuupyercs Ce-I'JI u gpyrumu AI'JI ¢ annHo# anuinbHbIX Henodek ot Cg4 10 Cs.

Jlns ompenenenuss cunteda AIJI ucmonp3oBanu kietku mtamma Chromobacterium
violaceum CV026. baktepuun BbiceBaJIU MITPUXaMHU Ha TIOBEPXHOCTh arapu3oBaHHOW cpefpl LB,
nepecekaid 3TH IITPUXU INTPUXAMU TECTUPYEMBIX KYJIbTYp, KaXJOW IO OTAEIbHOCTH,
uHKyOupoBanu 48 yacos npu 28°C. B cinyuae, korja TecTupyeMsblii mraMMm npoayiuposan AlJL,
HaOMOanM  OKpaliMBaHue uHAMKaTopHoro mramMa (CV026) B  ¢QuoneroBblii LBeT.
WMHTEHCUBHOCTH OKPACKH OIICHWBAIA BU3YaIIBHO.

Bo Bropom cityuae ucnons3oBanu mramm A. tumefaciens NT1/pZLR4. Dror mtamMm Hecer
masmuay PZLR4, conepxainyto cnutbie rens traG::lacZ v reH TpaHCKPHITIMOHHOTO PEryIsaTOpa
traR; ren cunrassl tral a, cnenosarensHo, cunTe3 AI'JI B jaHHOM mTamme oTcyTcTByeT. CUHTE3
B-ramakto3unassl (3kcmpeccus lacZ) B 3ToM mTamMme MPOUCXOJUT TOJIBKO B MPHCYTCTBHU
sk3orenHoro AI'JI. Komruiekc 6enka TraR u AT'JI aktuBupyert sxcnipeccuto traG::lacZ. Pemoprep
A. tumefaciens NT1/pZLR4 uyBcTBUTENCH K OOonbiiomy koimdectBy AIJI Bcex Tpex KIacCoB:
AT'JI Ge3 3amectuTeneit B O0KoBOM anuibHOM memnouke, 3-okco-I'JI u 3-rumpoxcu-I'JI; mmmnaa
OOKOBBIX alMIIBHBIX IIeTTOUeK y BeeX Tpex BumoB AI'JI moxxer BapbupoBathest oT Ce 10 Cio.

Hounyro kynstypy A. tumefaciens NT1/pZLR4 eipamuBany Ha cpene LB ¢ nobaBnennem
amnuipumHa U reHramunuHa npu 30°C. Yamky ¢ HMKHEM arapu3oBaHHOM cpenoilt M9,
conepxamieii X-Gal (5-6pomo-4-x710p0-3-uH0iuI-3-D-ranakro3ua; KOHEYHas KOHICHTPAIHs
80 mkr/mun), 3anuBaiu 3 Ml BepxHero msrkoro arapa M9 (0,5%) mpu temnepatype 45°C ¢

no6asnenuem 0,5 mi HouHo#t KynbTypsl A. tumefaciens NT1/pZLR4. Tectupyemblie Ha mpeaMeT
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cunre3a AIl'JI mTaMMbl BBICEBAIM YKOJIAMU Ha MOBEPXHOCTh arapM30OBaHHOW Cpebl MOCIe €
3aCTHIBAHUS, THKYOHPOBAIH TP HE00X0quMoii Temriepatype oT 24 1o 48 gacos. O cunreze AI'JI
TECTUPYEMBIMHU IIITAMMAMH CYIUIIH TI0 MPOSBICHUIO TOMYOBIX 30H Tuaponmn3a X-Gal, T.k. cuHTe3

B-ramakrosuaasel mrammom A. tumefaciens NT1/pZLR4 mpoucXoauT TONBKO B MPHCYTCTBUH

ATJI [Chaet al., 1998].

3. Boigenenne AI'JI n3 0akTepHaJIbHBIX KYJIbTYP

Jlia nposenenust sxkcrpakuuu AI'JI u3 KynabTypasbHBIX CYNEpHAaTaHTOB HCIOJIb30BaIH
MeToJ, onucaHHbld B crathe [Shaw et al., 1997]. MHokynsaT CBEKEBBIPALICHHON KYJIBTYpHI
UCCIIElyeMOr0 IITaMMa C TpeX OakTepHalIbHBIX IEeTeNb 3aceBajid B 5 MJI XKMIKOM cpensl LB,
pactuim 3-4 yaca B TeueHue qH Ha Kayanke nmpu 30°C. Beuepom nepeceBanu o 1 M1 KylnbTypsI
B k0J10y ¢ 40 M1 LB. KonOy nomenianu Ha kayajiky U OCTaBJIsuIM Ha 15 yacos. [lanee conepxumoe
KOJIOBI IeHTpUdyrupoBanu Ha xoioze (4°C) npu 5500 06/muH B Teuenue 40 munyT. CynepHaTaHT
CJIMBAJIK B KOJIOY Dprieameiiepa co numdom, 1o0aBisuid paBHBIH 00beM XOJIOAHOTO 3THUJIAICTATA,
MOMEIIATN Ha Kavajaky Ha 30 MHHYT IpuW KOMHATHOW Temmeparype. Pasmensiin momydeHHbIe
dpakuy Ha IEIUTEIHLHBIX BOPOHKAX. BepxHwmii ClIol ciauBaiy B KOJIOY co NITUGOM, K HIDKHEH,
BOJIHOM, (haze 100aBIsIM paBHBI 00BEM XOJOJHOIO ATHUJAleTaTa U MPOBOAMIM MOBTOPHYIO
HKCTPAKLHUIO Ha Kayalike B TeueHue 30 MUHYT, pa3Jesisiii Ha JeIUTeNbHbIX BOpOHKaX. BepxHue
OT/eNieHHbIe (paKIUU COSAMHSUIM B OJHOM KoyiOe co muIudoM U 00€3BOKHBAIM C ITOMOIIBIO
nobaBneHust cyxoro NaxSOs mnpu nepeMemMBaHuU. be3BoaHylo sTuianeratHyro (asy
OT(UIABTPOBBIBAIN Il yJAJIEHUS COJM B KPYIVIOJOHHYIO KOJIOY 4epe3 CKIaayaTblil QHIbTp.
@unpTpaT ynapuBaiu A0CyXa M0Jl BAKYyMOM Ha pOTOpHOM ucnapuTtene npu 37°C, pacTBopsuu B
200-500 Mk sTHaneraTa, MEPEeHOCHIIM B SMIEHAOP(BI W KOHIEHTPUPOBAIA HAa YCTAaHOBKE
SpeedVac B Teuenue 40 - 60 munyt. Ilepen KoHIEHTpUpOBaHUEM 3MIEHAOP(HI MTOMEIAIH B
kenbBuHaTOp Ha 30 munyT. Ilocne ymapuBanus noGasisiin 30 MK STHIIAIETaTa, 3aKpbIBaU

napaIbEMOM U TIOMENIaIN Ha XpaHEHUE B XOJIOAMIBHHK ¢ Temreparypoii -20°C.

4. Nnentudgukanus AI'JI B Ky1bTypanbHBIX IKCTPAKTAX

Hna upentudukanun AI'JI B KyJAbTYpaJIbHBIX JKCTpPaKTaxX HCIIOJIBb30BAaJIM METOJ,
omucaHHbIN B ctathe [Shaw et al., 1997], B ocHoBe koToporo nexut Cig-oOpanieHHO-(pa3oBas
tToHkocnoiHas xpomarorpadus (TCX). Hounble kynpTypsl peniopTepHbix mrammoB C. violaceum
CV026 u A. tumefaciens NT1/pZLR4 pactuau B 5 Mt kuakoi muraTeabHOU cpensl LB, ¢

no0aBJieHHEM TeHTaMHIIMHA B ciydae mramma NT1/pZLRA4.
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[Ipu ucnons3oBanuu B kadectBe penoprepa mramma CV026 ATl'JI-MeTunky HAaHOCHIIH B
cnenyromux konmmdectBax: 5 Mkt Ce-TI'JI (0,01 mr/mur), 5 mxa Ca-T'JT (0,1 mr/mon), 5 mxn 30Ce-T'J1
(0,1 mr/mun) u 5 mxn Ce-TI'JI (0,1 mr/mi); axctpakThl AI'JI HAHOCHIIM B CICIYIONIUX KOJTMYSCTBAX:
2 mki skerpakrta ATJT u3 P. chlororaphis 449, 2 mxi skcrpakra AI'JT u3 P. chlororaphis 64, 2
Mk aketpakta AIJI u3 S. proteamaculans, 2 mxn sxctpakta AI'JI uz sprl”, 2 mxi axcrpakra AI'JI
u3 sprR™ u 2 mxi skcrpakta AT'JI u3 P. aureofaciens 30-84. I1pu 3ToM uCXOIHBIN 00BEM KaKIOH
po0sl skcTpakTa AI'JI cocraBisan 20 MKIIL.

[locne HaneceHus Bcex MpoOO IMIACTMHKY MPOCYIIMBAIM HAa BO3JIyXe MpPU KOMHATHOMN
TeMIeparype B TeueHue 15 MUH IS UcliapeHusl pacTBOpHUTENs. XpomaTtorpaduio npoBOIUIN B
3aKpBITOM cocyze (kamepe). B kagectBe MOOMIBHON (ha3bl MCIOIB30BATIM PACTBOP METAHOJIA B
Boge (70:30). IlnacTMHKY, mocie JOCTHXKEHHS (DPOHTOM MOOMIBHOH (asel */s ee BBHICOTEHI,
MPOCYIIUBAIH JOCYXa IPU KOMHATHOM TemriepaTtype B TeueHue 1—1,5 gaco. Hounyto kyneTypy
penopTepHOro mramMmma cMemuBanu ¢ 65 mi terioro (42°C) msrkoro arapa (0,7% LA nns CV026
u 0,7% arapuzoBanHasi cpena M9 ¢ riroko3oit u X-gal ans NT1/pZLR4) u paBHOMEpPHO 3aUBaIH
MOJyYCHHBIM PAacTBOPOM TOBEPXHOCTh IIACTUHKHU. [locie 3acThiBaHMs arapa IUIACTUHKY
MEPEHOCHIIN B TJIACTUKOBBIN Keiic u nnkyoupoBanu 12-18 gacos mpu 28°C. Jlokanuzanuio nsaTexH
MPOBOAMIN BHU3YalbHO, MO TMOSABICHUIO XapaKTepHOU (HOJIETOBON OKpacCKU PErnopTEPHOro
mramma CV026 m mo mosiBieHHto roiyObix 30H ruaponmsa X-Gal B cimydae pemoprepa
NT1/pZLR4, Bo3HuKaromux B nMpucyTcTBuu 3k3oreHHbIXx AI'JI. B ombite ucnonb3oBamu ATJI-

meTunkH ¢ koHieHTpauusaMu 0,01 mr/m qist Ce-I'JI u 0,1 mr/mo muast Ca-I'J1, 30Ce-1'JI u Cg-T'J1.

5. Onpeneneﬂne AHTATOHUCTHYECKOIl AKTUBHOCTH npu JeHCcTBUH JETYIHUX

BelllecTB DaKkTepuii

5.1. [leiictBue Ha d¢uronaroreHHble OakTepuu. DurTomnaToreHHble OaKTepUH U
OaKTepUU-TIPOAYLEHTHI JETYYUX BEIIECTB BHIpAIUMBAIM Ha Yamkax llerpu c meperopojakamu.
baktepuu 3aceBany Ha yaliku oHOBpeMeHHO. OJIHY MOJOBHUHY YallIK{ 3aCE€BAJIU MPOAYLEHTaMHI
JIETY4uX BEIIECTB, a APYryio — puronaroreHamMu. 3aceB (PUTONMATOTCHHBIX OAKTEPHI MPOBOANIH
B LB u3 HouHOI KynbTYphI ¢ pazBenenneM B 1000 pa3. Ty gacTp yamiku, KoTopas Obljia 3acesiHa
Oaktepusimu pooB Pseudomonas u Serratia, 3amuBanu cpenoii LA, a Ty 4acTh, I/ie HaXOIUJINChH
¢uTonarorensl, 3anuBanu cpenoil PDA. ITlocne 3aceBa wamiku 3aMaTrhiBayid mapaduibMOM H
uHKyoupoBanu 48 vacos npu 30°C. 30Hbl HHTHOMPOBAHUS aHAIM3UPOBAIU 4epe3 3-5 auell. B
KaueCTBE KOHTPOJS HCIIOJIb30BAIMCh pa3lielieHHble 4Yamku Iletpu, Ha KOTOphle 3aceBaiu
¢duTonarorennsie 6akrepun Ha PDA mpu oTCyTCTBHM KOJIOHHI OakTepuii poxo Pseudomonas u

Serratia na cpene LA.
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5.2. leiictBue Ha nuaHodakTepuu. [{uanobakrepun u 6akTepuu poao Pseudomonas u
Serratia BelpamuBanu Ha Yamikax [lerpu ¢ meperopojakamu. bakTepuu nepeceBajid ¢ Yaiiek ¢
MOJIOJION KynbTypoil. [{lnanoGakTepuu 3aceBanu Ha cienyromue cyTkd. OIHy MOJOBHHY YallIKU
saguBanu cpempoil LA maum PDA u 3aceBanm Oakrepusmu pomoB Pseudomonas u Serratia, a
JIPYTYIO MOJIOBUHY 3anuBaiu cpenoit BG11 u kananu cycrneH3uio nnaHo0akTepuil B HECKOJIBKUX
pa3BeneHUsX (MCXoIHas cycneH3us, pa3peaenus B 10 pa3, B 100 pa3). Ha vamky nHanocunu o 10
MKJI CYCIICH3UHU ITHAaHOOAKTEPHIA B IBYX MOBTOPHOCTSX — OJIMIKE K TIEPETOPOKE U JANBIIE OT HEe.
[Tocne HaHeceHUs CyCHEH3UN IMAHOOAKTEPHU YalllKM TMOACYHIMBAIM IMOJ TOKOM BO3AyXa B
namuHapHoM 1ikady B TeueHue 40-60 MUHYT, 3aMaThIBalId MapaduiIbMOM U MTOMEIIATH Ha CBET
MOJT JIIOMHHECIICHTHBIC JIaMIbl. B KadecTBe KOHTPOJS HCIOJB30BATUCH Pa3/IClICHHBIC YaIIKU
[Terpu, Ha KOTOPBIX OTCYTCTBOBAJIM KOJIOHUH OakTepuii ponos Pseudomonas u Serratia na cpene
LA wumu PDA, cooTBeTcTBeHHO, a Oblla HaHECEHa TOJBKO CYCHEH3Us I[MaHOOAKTepHil Ha

MOJIOBUHY YaIlIKU, 3all0JIHeHHYI0 cpeaon BG11.

5.3. JleiicTBue Ha (uTonmaTorennnie rpudbl. [ pudsl 1 GakTepun pogo Pseudomonas u
Serratia BplpammBany Ha damkax lleTpu, pas3[eleHHBIX Ha JIBE WM YEThIPe 4YacTh
neperopojakamu. [leperopoaku He mpuieraiy K KpbllKe, OCTaBajloch CBOOOJHOE MTPOCTPAHCTBO
JUist oOMeHa Bo3ayxoM. OJIHY MOJIOBUHY (MJIM JBE YETBEPTH) YAIIKHU 3aCE€BaJM OAKTEpUSMH, a Ha
OJTHY M3 OCTABIINXCSI YacTeH oMeImanu 00K ¢ MunenneM rpuda. bioku rpuboB muamerpom §-10
MM BBIp€3ajJM U3 arapu3oBaHHOU cpespl Yareka Ha yalikax, 3aCesHHBIX rpubamMu B BHJE CIIOP,
neTieil ¢ MoJaoJoi KyJabTyphl rpuda, rmocie pocra B TedeHue naTtu cyrok npu 25°C. bakrepun
BeIpamuBayin Ha cpene LA, a rpubsl — Ha cpene Yamexka wnm PDA. Tlocne 3aceBa wamiku
uHkyoupoBanu 48 vacoB npu 30°C. MarubupoBanue pocra rpu0oB aHAIU3UPOBAIM uepe3 3-5
nHeil. B cpemy Yameka m00aBisiu  pa3inyHOE KOJMUYECTBO TIIOKO3BI (4%, 0,4%) wnum
KyJBTUBUPOBAIIU IpUOBI 6€3 100aBIeHUS IITIOKO3bl. B HEKOTOPBIX OnbITaX OaKTEpHM 3aceBalld HA
yalmkyd Ha 3 JHS paHblle, 4YeM IMepeHocHsu OJIoK co crnopamu rpuba. B OomnbmmHcTBE
HKCIIEPUMEHTOB 3aceB OaKTepuil U MepeHoC OJIOKOB OCYIIECTBISUIM OJHOBPEMEHHO, IOCIIE YEro
YalIKy IIOTHO 3aMaThIBaIM napaduibMoM. B kauecTBe KOHTPOJIS HCIIOIB30BAINCH Pa3/IeIeHHbIE
yamku [letpy, Ha KOTOpBIe IEpeHOCHIIN OJIOK co criopaMu Tpuda Ha cpeny Yaneka unu PDA, Ho

IIPU OTCYTCTBUU KOJIOHUM OakTepuii-aHTaroHucToB Ha cpene LA.

5.4. [eiictBue Ha HemaToA. OHY nosoBUHY vamiku lletpu ¢ neperopoakoit 3anuBain
cpenoit NGM mist pocta Hemaro, a BTopyto — cpenoii LA. Ha monoBuny gyamku co cpenoit NGM
3aceBasid KJIeTKU KyabTyphl E. coli MG1655, kotopsie cayxar numeii ;s nematon C. elegans

N2, u 10 gepseii-repmadpoauros C. elegans N2 B craguu paszsutus L4. Baktepuu-mpoayieHTh
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JETy4YnX BEIIECTB 3aceBaJiM Ha TMONOBHHY dYamku [lerpu co cpemort LA. Yamku mioTHO
3aMaThiBaIM mapadpmwibMoM ©  MHKyOMpoBamu mnpu 24°C. Poct u pa3BuTHE HEMaTon
aHATM3UPOBAIM B Te4YeHHE § CyTOK. Hemaroapl cuMTainch MEpTBBIMH, €CIM OHU Oojiee He
pearupoBajJi Ha IHPUKOCHOBEHUS M HE MOJABaJd IPU3HAKOB J>KU3HEAEATENBHOCTH B XOJE
JalbHEeHIIero MHKyOMpOBaHUs Ha Yallkax. B KOHTPOJISIX OTCYTCTBOBAIN OAKTEPUU-TIPOAYLIEHTHI
aeryuux BemiecTB. KommuecTBo B3pocnbeix Hemaron, suil U Gopm L1-L4 mopcumrtsiBamoch ¢

nomortikio crepeomukpockomna (Olympus SZ61, Olympus Corporation, Japan).

5.5. leiictBue Ha D. melanogaster. B npoOupku (45 M), coaeprkaiiye arapu30BaHHYIO
IUTATENbHYIO CPENy C JAPO}NOKAMHU, CaXapoM, MaHHOHM KpyIoil u u3tomMoMm, nepeHocuin 10 myx (5
camIioB 1 5 caMok B Bo3pacte 10 queit). [Ipobupku nmepemeniaiy B CTEKITHHBIC eMKOCTH Ha 340 mut
¢ 50 mut cpenpl LA, 3a11T0i BIIOIb CTEHOK ITOJT YTJIOM K OCHOBAHHUIO KOHTEHHEPA B BUJIE «KOCSIKOBY,
Ha KOTOpyIO 3aceBanu Oaktepuu poaoB Pseudomonas u Serratia. KonreitHepbl IIOTHO
3aMaTteiBa  mapaduiabmMoM W wHKyOmpoBamum mpu 25°C. Poct u pasButHe apo3odumi
AQHATM3UPOBAIA B TEYCHHE S5 CYTOK. B KOHTPOJIBHBIX JKCHEpUMEHTaX OaKTepuu pPOIOB
Pseudomonas u Serratia oTcyrcTBOBaNmM. DKCIEPUMEHTBI IIPOBOJMIUCH B TPEX OHOTOTHYECKHX

IMOBTOPHOCTAX.

6. Onpenenenue aeiicreus nHAMBUAYATbHBIX JIOC Ha MUKpPOOpPraHu3MBbl,

HEeMaToA ¥ APo30(pu.a

B kadecTBe TeCTHpyeMBIX XHMHUYECKHUX CTaHAapTOB UHAMBHIAyalbHbIX JIOC
ucnonb3zoBanucek [IMIC (> 99% wuucrots), 2-HoHaHoH (> 99%), 2-rentanoH (> 99%), 2-
yuaekanon (99%) u l-yugeuen (98 %) B sxuakoit dopme (Sigma-Aldrich Chimie GmbH,
Hlraituxaiim, ['epmanus). [leiicTBue 3TUX COEAMHEHUI HAa MUKpPOOPTaHMW3MbI, HEMATOIbl U
Ipo30(uibl ONpeNnessuid, Kak ONHCAaHO B NPEIbIIYIINX pa3feliax, HO BMECTO OakTepuii,
CUHTE3UPYIOLIUX JIeTy4he BEIIeCTBAa, B HEOOJbIINE €MKOCTH U3 (OJbIU, IMOMEIIEHHBIE B
otBepctus B cpeae LA, BHOcHIU anukBoThl oTAeabHBIX JIOC. Yanmku nim npoOUpKH ¢ MyXaMu
IUIOTHO 3arevyaThiBAIM apapriibMOM U UHKYOHPOBAJIM MPU TEMIEpaTypax, yKa3aHHBIX BbIle. B
koHTpossix JIOC oTcyTcTBOBaiM M BMECTO HUX BHOCWIM BOXy. Bce sKcrepUMeHTH ObLIN
MIPOBEJICHBI B TPEX-UeThIpeX OMOJIOTMYECKUX IMOBTOpaX, C JABYMS WJIM TpPeMs YallKaMu HIN

HpO6I/IpKaMI/I Ha S5KCIICPHUMCHT.

7. Ananms aeiicreusg HCN
[TosrykoIM4YecTBECHHBIN aHAIM3 CHUHTE3a IMaHUIa BOJOPOJa OBbLI MPOBEJACH C TTOMOIIBIO

cucteMbl TectupoBanus Aquaquant-14417.0001 (Merck). KynbTypsl TecTUpyeMbIX IITaMMOB
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BeIpamuBanu 48 u ¢ asparueit mpu 28°C B LB, coaepxamiem 2 1/ 1 NaCl. Kaxaprii mramm ObL1

tectupoBaiv Ha cuHTe3 HCN B IByX MOBTOPHOCTSIX.

8. HccaenoBanue BIMSTHUSI KETOHOB HA (DOTOCMHTETHYECKHUI annmapar
nuanodakrepuii S. sp. PCC 7942

DKCHepUMEHTHl 0 HW3YYEHUIO JCWCTBUS KETOHOB Ha (DOTOCHHTETHYECKHH ammapaT
nuranobaktepuit S. sp. PCC 7942 npoBoauiich COBMECTHO € COTPYIHUKaMU Kadeapbl 0nohU3uKu
Buonornyeckoro dgaxynsrera MI'Y umenn M.B. JlomonocoBa.

3 MJI cyclieH3WH ITMaHOOaKTepHalbHOU KyIbTyphl S. Sp. PCC 7942 momemanu B 5 Mo
(b1akoHBI C TepMETUYHO 3aKpbIBalOLIECs KpbIlIkoil. KeToHbl 2-HOHAHOH M 2-yHIEKaHOH B
pa3IMYHBIX KOHIEHTpalUAX pa3Boawid B 30 MKJI 3TUIIOBOTO CHUpPTA, nepememuBaiu ¢ 0.5 mi
cpenst BG1ln m moGaBnsu K 3 MII CYCHEH3MH KIJIETOK UaHOOaKkTepuil. B kauecTBe KOHTpOIS
MCIOJIb30BAIM 3 MJI CYCIIEH3UU KJIETOK ImaHoOaktepuil ¢ 30 mxin atuioBoro cnupra u 0.5 mi
cpenbl BG11ly 6e3 nobaBiieHust keToHOB. KOHEUHbIE KOHIIEHTpAMKM 2-HOHAHOHA COCTABIISUIH |
MM, 2 MM, 5 MM, a KOHEUYHBI€ KOHILIEHTpaluu 2-yHaekaHoHa cocrasisuid 0,2 MM, 0,5 MM u 1
MM.

[lepBbie M3MepeHuUs: mMapaMeTpoB (GIyOPECHEHIIMHA TMPOU3BOIMIN Yepe3 5 MUHYT IOCIe
N00aBJIeHUs] KETOHOB BO (DJIAKOHBI C CYCHEH3HeW KJIETOK IMaHoOakTepuil. Mexay HepBbIM U
HOCJETYIONUM U3MEepEeHUSIMH (PIIAKOHBI C CyCIIeH3UeH KJIeTOK [IMaHO00aKTeprii MOMEIIAaIN Ha CBET
TOW K€ MHTEHCUBHOCTH, TIPH KOTOPOH MPOBOAMIIM WX KylbTUBHUpOoBaHKE (10 MKMOJIb KBAHTOB M~
20-1)_

Jlnst ompenienieHusl MEXaHU3MOB JICWCTBUSI KETOHOB Ha mpoliecc (OTOCHHTE3a B KIETKAX
mano6akrepun S. sp. PCC 7942 nonmy4yeHHble pe3ynbTaThl CPAaBHUBAIH € AP PEKTaMU N3BECTHBIX
UHTUOUTOPOB 3JICKTPOHHO-TPAHCIOPTHON Iienu (orocuHTe3a — repounuaa DCMU (3-(3,4-
nuxyophennn)-1,1-nuMeTnnMoyeBuHa) B KOHEYHON KOHIIEHTpau 5 MKM U ruApOKCUIaMHUHA B

KOHEYHOU KOHIIEHTpauuu 2 MM.

0. HeiictrBue BMAA na poct Nostoc sp. PCC 7120

HeGenkoByro amuHOKHCIOTY P-merminamH-L-ananus (L-BMAA) 3akaseiBanu B Sigma-
Aldrich (Steinheim, Germany) B dopme runpoxmopuna L-BMAA (B-107). JleticteBue BMAA Ha
kynbeTypy Nostoc sp. PCC 7120 omnpenensisioch B COOTBETCTBUHU C C pe3yIbTaTaMH H3MEPECHUN
ONTUYECKOH IMIIOTHOCTH U KOHIEHTPALUU XJIopoduiia.

9.1. U3mepenue ontuyeckoid miuorHoctu. N. sp. PCC 7120 pactunu 10 onTHYECKOH

wiotHocTy 0.6 mpu unHe BosHbl 730 HM (A730). [lepen nawamom u3mepenwuit (0 1eHB) KIETKH
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OTMBIBAJIM, Pa3BOJMIIH 10 onTHYecKoi otHOcTH 0.1 ¥ pacTUiU B ABYX BapHaHTaxX *KUAKOU Cpebl
BG11 — B cpene, He conepxkanieit azot (BG1lo), u B cpene ¢ conepxkannem Hutpara (BG1llinos). B
ciryuae KyneruBupoBanus N. sp. PCC 7120 na cpene BG11o keTki OTMBIBAJIH OT CPEJIBI C a30TOM
U 3aceBajy 3a JIBOE CYTOK [0 Hauyaja 3KCIepUMEHTa, 4yTOObl KyJIbTypa aJanTHpOBalach K
Ia30TpodHBIM yCI0BUSIM. ONTHYECKYIO INIOTHOCTh KYJIbTYPbl U3MEPSIIU B KIOBETaX 00bEMOM Ha
1 mi (Cat. No. 7590 15, GMBH, Germany) na cnekrpodoromerpe Ultrospec 3000 (Pharmacia
Biotech, Cambridge, England) npu anune Bonubl 730 HM. M3MepeHus: IpOBOIUINCH B TeUCHUE 6
nuei. KynsTypy pactunm B 25 Mt cpenbl BG11 B mpucyTcTBUU pa3andyHbIX KOHIICHTpanuii BMA A
- 20, 50, 100, 200 MxM. B kon0Obl ¢ KOHTpOJIbHbIMH BapuaHTamMu BMAA He no0aBisiiu.
W3mepeHust mpoOBOAMIINCH B TISITH OMOJIOTMYECKUX TTOBTOPHOCTSIX.

9.2. HU3mepeHue KOHUIEHTpPauuu XxJopoduaaa a. Jng wu3MepeHHs KOJIUYECTBA
xJjopoduiia @ B KJIETKaX IHAHOOAKTepUH U3 KaXAOW KOJIObI OoTOMpanu mo 1 Mil CyCleH3HH.
O06pasupl 1ieHTpudyrupoBasd B TedeHue 5 muHyT npu 13000 o6/mun (Hettich EBAL2
UNIVERSAL 16/16R centrifuge, Andreas Hettich GmbH & Co.KG, Tuttingen, Germany).
CynepHartaHT yaansuid, ocanok xpanunu npu —20°C. Jlns sxkcTpakuuu XJoporinia a K 0CaIKy
nobaBmsiin 1 v 90% oTaHona, mepeMenMBaid Ha BOPTEKCe M OCTaBisid Ha 20 MUHYT.
Knetounsle ¢GparMeHThl OCaXJanu LEHTPUPYTUPOBAaHUEM B TEUEHHWE S5 MHUHYT MpHU
MaKCHUMaJbHBIX 00opoTax. CymepHaTaHT NMEPEeHOCHIIM B KIOBETY M HM3Mepsuid aOcopOIuio Ha
cnektpodoromerpe Ultrospec 3000 mpu mmmHax BoiH 665 HM u 750 M. KonmeHTtparuio
xnopoduinta (MKr/min) paccuntsiBanu o Gpopmyne [Webb et al., 1992]:

[Chl a] = 13.9*(As65-A750)*Voraronal Vospasua

10.  H3mepenue nutporenassoii akruBHoctu N. sp. PCC 7120

Hutporenasnas axtuBHocTh mrtamMmma N. sp. PCC 7120 ompenpensiack METOJIOM
BOCCTaHOBJICHHs aneTwieHa. J{is m3aMepeHus: HuTporeHasHoi aktuBHOcTH Kietku N. sp. PCC
7120 xynmeTHBUpOBaM Ha Oe3azotucroil cpeae BG1llo. To 1.5 M KyabTyphl U3 KaXI0UW KOJIOBI
noMeIaiu B 3 CTeKISHHBIX ¢uiakoHa. M3 xaxaoro ¢iakoHa yepe3 pe3MHOBYIO NMPOKIAAKY B
KpbllKe oTkayuBaiu 0.4 MJ BO3AyXa C MOMOIIBIO IINPUIA U BBOIAMIN TaKO€ K€ KOJIMYECTBO
aretniieHa. [OTOBMIM JBa KOHTPOJBHBIX oOOpasma. B mepBoM KOHTpojie BMeECTO
IMaHOOAKTEePHAIbHOM KyJIbTypbl BO (pJIakoH J00aBIsUIM Cpely; M3 Ta30BOM (a3bl BTOPOTO
KOHTpoJIs, coaepxkanmero KynsTypy N. sp. PCC 7120, e orGupanu Bo31yX U He J10OABISLTU
BMECTO Hero aneTuieH. GakoHbl NOMEIAINCh Ha KadyalKy IPU KOMHATHOM TemmepaType u npu
MTOCTOSTHHOM OCBEIICHUH Ha 2 yaca. 3aTeM oTOrpaiu 1o 1 Mut u3 ra3oBoil (a3bl Kaxxaoro gaakoHa
C TOMONIbIO IINPHIA W BBOAWIM B HWHXXEKTOP Ta30BOro Xxpomarorpada ¢ IJIaMEHHO-

nonun3aimonHeiM gerekropoM (GC-FID) (Shimadzu Model GC-8AIF, Kyoto, Japan). ITuku
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BBIBOJMIIMCH HAa SKPaH KOMITBIOTEPA ¢ TTporpaMMHbIM obecriedeHueM Chromatography Station for
Windows (CSW) version 1.7 (DataApex Ltd, Prague, The Czech Republic). O6pa3en razosoi
cmecu u3 (nakona ¢ kyapTyporr N. sp. PCC 7120 Ge3 mobGapneHus aneTriieHa HE JaBajl TTUKa,
COOTBETCTBOBABILIETO OSTWICHY, a TPU BBEACHUU oOpasna u3 ¢IiakoHa €O Ccpenod Ha
XpOMAaTOrpaMMe MPOSIBIISIICS HEOOIBIION STHUIICHOBBIH KK, OMPEISIIEHHOE ITPH 3TOM KOJIUYECTBO
STHJIEHA BBIYUTAIIOCH W3  KOJHMYECTBA OTWJICHA, YCTAaHOBIEHHOTO TMPU  HU3MEPEHUU
9KCIEPUMEHTAIBHBIX 00pa3iioB. Konmdectso striieHa (C2Hs) Beipaxkanoch B HMob Ha MKT Chl a

B yac (amoutb [Eth]/mMkr[Chl]*4) u paccunTsiBazocs B coorBercTBuu ¢ [Capone u Montoya, 2001].

11. D1yopecueHTHAS MUKPOCKONUSA

N. sp. PCC 7120 pactunm Ha cpenax BGllnos u BG1llo B Teuenne 5 nueii npu 25°C Ha
ceety (18 MkE m™ s7) na xauanke (90 rpm). KieTku OTMBIBAIM 1 3aC€BAIH B KOJIOBI CO CPEIOi
BG11 6e3 nobaBnenus ucrounuka csazannoro azora (BG1llo), ¢ comepkanunem 17 MM HuTpata
Harpus (BG1l1lnos) wiu ¢ conepxanuem 5 MM xiopuaa ammonus (BG11nn,) (3TuMu ke cpenamu
OoTMbIBaNM). B ogHOM BapuanTe Ha cpene 0e3 a30Ta KyJIbTUBUPOBAIN KIIETKH, YK€ BBIPOCILNE
panee Ha cpene BGllo u coxepamue 3pesble TeTEepOLUCTH, a BO BTOPOM BapUaHTE
KyJbTUBUPOBAIIM KIIETKH, BBIPOCIIME JI0 3TOTO HA CPEle C a30TOM, TO €CTh IEPEHOCHIIN X B
YCITIOBHS TOJIOIaHUS 10 a30Ty. [Ipy SKCcnepuMeHTaIbHOM KYJIBTHBHPOBAHUH KIIETOK Ha Cpefie C
aMMOHHUEM UX PACTHJIM CHayajla Ha Cpej/ie C HUTPATOM, 3aTeM OTMBIBaIHM Oe3a3zoTuctoit cpenoil. K
KJIeTKaM, oMenieHHbIM Ha cpeabl BG1llno, 1 BG11o (k 06oum Bapuantam), no6asnsiim 20 MkM
BMAA. Knetku Ha cpene BG11nn, HHKYOMpOBaIy ¢ pa3NMuYHbIMEA KOHIIEHTpanusiMu BMAA (20,
50, 100, 200 mxM). KoutponsHble BapuaHThl He coaepxkamu BMAA. KonOwel ¢ kieTkamu
NOMeIIAIN Ha Kadajky Ha cBeT npu 25°C. O6pasipl 0TOMpaii 1 MUKPOCKOIIUPOBAIM yepes 48,
72 1 96 4 moce 3aceBa.

HabmroneHus mpoBOAMIKMCH € MOMOIIBIO (IyopeciieHTHOro Mukpockora Axiovert 200M
(Carl Zeiss) u oowextuBa Plan-Neofluar 100x/1.30. dotorpaduu u wu3MepeHHs aenand ¢
MOMOIIIBIO TporpaMMHoro obecneuenust Microscope Software AxioVision LE. Ilpu onpenenenun
Y4aCTOTHI TETEPOIMCT YUUTHIBAIN KJIETKU C IPU3HAKAMU 3PEJIbIX TeTEPOLUCT: KPYIJIbIe, C TOJICTON
KJICTOYHOW CTEHKOW, 3aMETHHIMH TOJSIPHBIMH TEIbIIaMH M 3aMeTHO Oojee cimabod Wi
OTCYTCTBYIOIIEH ayToduryopecteHIuei xmopodua. s onmpeneneHuss 4acTOThl T€TEPOIMCT UX
KOJINYECTBO YUUTHIBAIM HE MeHee, yeM Ha 600 BereTaTUBHBIX KJIETOK B Ka)KJIOM BapUaHTE.

Pa3mep kiieTok onpeaessuiu ¢ momMolnkko nHcTpyMeHTta Outline B mporpamMme AxioVision.
Jlis OLleHKH pa3Mepa KIETOK U3MEPSUIM UX IUIOLIA b KJIETOK Ha 3 CyTKH pocTa KyJIbTyp Ha cpeliax
BG11lnos, BG1ink, m BG1lo, B mpucyrcTBun 20 MkM BMAA Ha cpenax BG1llno, u BG1llo, u B

npucyrctBun 100 MmkM BMAA Ha cpene BG1llnw. B kxauectBe KOHTposs pa3Mmepsl KIETOK
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n3mepsuia B Kynabtype N. sp. PCC 7120, koTopyto pacTUiIu Ha COOTBETCTBYIOIIMX cpelax 0e3
nobasnenust BMAA. Jlns ompeneneHus cpenHero pasmepa KJIETOK HM3Mepsuld He MmeHee 125
BCICTAaTUBHBIX KJICTOK [IJId KaXAOIro BapuUaHTa. I/I3MepeHI/I$I IpoBOAWIIM B HECKOJIBKHX
OHMOJIOTMYECKUX TOBTOPHOCTSX. J[11st H3MepeHHiA HCITOTb30BAIIN TOIBKO T€ KJIETKU, KOTOPHBIE ObLTN

cdotorpadupoBanbl B pe3koM Qokyce. He yunteiBanuch pazmepsl ATISIIMXCS KIETOK.

12. Boigesienne renomuoii JIHK 0akrepmii

50 M1 TnaHOOAKTEPHATBHON KYJIbTYPbI, HAXOAIICHCS B OKCIIOHEHIIMAILHOU (a3e pocTa,
crymani B 50 pa3 go 1 mi, neHtpudyrupoBanu, ocamok cycrneHaupoBaad B 300 MK
JU3UPYIOIIETO pacTBOpa Ju30muMa B KoHIeHTpanuu 10 mr/mi (30 Mr mu3omnuma, pacTBOPESHHOTO
B 3 mut TE/Tpuc-HCI) u unkyouposanu 1 vac npu 37°C. [Janee mobasmsuiu SDS 10 KOHEUHOM
KoHIeHTpauuu 2% u nakyouposanu 45 munyt npu 40°C no npocBemienus cmecu. Oxiaxaany,
J00aBIISUIM OXJIaXAeHHBIN Bo by 5 M pactBop NaCl 1o koHeuHO# KoHIIeHTpauu 1M u cmech
UHKYOupoBasm 1 yac Ha xoioze (BO JIbAY). DKCTPAKIUIO TPOBOIMWIN PaBHBIM 00BEMOM CMECH
denon-xmopodopm (1:1) m mepememmBani Ha BOpPTeKce B TeueHWe 10 MUH TpH KOMHATHOM
temneparype. LentpudyrupoBanu 06e3 oxnaxaenus (10 mun; 12000 o6/mMun). OtOupanu
BEPXHIOI BOJHYIO (Da3sy B YHCTYI0 HMpOOHMPKY M MOBTOPHO 0OpadarbiBaiu XJIOPOGHOpPMOM s
ynanenus cienoB denona. [Tocie Takoit 0ounCcTKH 100aBIIsIIN K BOJHOM (aze 2,5 oObema dTaHoa.
Nukybuposanu B Teuenue Houu npu -20°C. 3arem nenTpudyruponanu cnuprooit pactsop JHK
30 munyt npu 12000 06/muH, ocagok JJHK npomsiBain 70%-bIM 3TaHOJIOM; HOJCYIIMBAIA Ha
Bo3ayxe. PactBopsutn B 50-100 Mk TE (50mMM tpuc-HCI; 0,1MM D/ITA) [Koksharova et al,
1998].

Jns Beinenenuss remomuoit JIHK w3 Hounbix kymeTyp mrammoB P. chlororaphis

ucnons3oBain Habop GeneJET Genomic DNA Purification Kit (Fermentas).

13. Boigeaenue miaasmuanoi JHK
s Beraenenus miazmuaaoi JIHK ucnons3zoBanu Hadop GeneJET Plasmid Miniprep Kit,

Fermentas.

14. Pecrpuxknusa JTHK
O6pabotrka JIHK »sHmoHYyKI€a3aMH PpECTPUKLUHU IPOBOAMIACH COIJIACHO METOUKE,

onucanHou B [Musuiep, 1976] u cormacHo HHCTPYKITUSM MPOou3BoauTeNs pectpuktas (Fermentas).

15. Daexkrpodope3 pparmentoB IHK B arapo3nom resie
Anamu3 parmentoB THK mpoBoauiu B 1% arapossom (Helicon) rene B 0ydepe TAE

(Fermentas) ¢ mo6asienuem 1 Mkr/mi 6pomuctoro stuaust (Amresco). i onpeneneHus IIHHbI
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nonydeHHbIX (pparmenTtoB JIHK nwa araposssni rens Hanocuiaum Mapkep GeneRuler 1 k0,
GeneRuler High Range DNA Ladder, 100 bp DNA Ladder (Fermentas). [Tpo6st JIHK cmemmBanu
¢ mecTukpatHeiM Oydepom st HaneceHuss DNA-Loading dye (Fermentas). [{nst mpoBenenust
anekTpodope3a HCHOIB30BAIMCh HCTOYHMK mnuTanus «Dnbd» (Helicon) u kamepa s
anekrpodopesa (Helicon). ®parmentsr JJHK nerexktupoBaiu B reie mnpu ero oonydcaun YD
cBeToM c jyuHOM BoHbL 302 HM (TpancwintromuHarop ECX-F15.M, Vilber Lourmat Electronic

Ballast, Sigma, France; cucrema renb-nokymentupoBanus Gel Imager-2, apruxyn GI-2, Helicon).

16. Ouncrka IHK 13 arapo3Horo reJjisi 1 u3 peakuuoOHHbIX cMecei
Jia ounctku JIHK w3 araposHoro rens u u3 peakuuoHHbix cmeceit (ITLP,
PECTPUKIIMOHHBIC CMECH, PEAKIIHs IMTHPOBaHU ) Hcoib3oBanu Habopel Wizard SV Gel and PCR

Clean-Up System, Promega.

17. I P-amnudpukanus

Peakuuto  ammmmpuxkanuu  JJHK  (IIHP) npoBogunm Ha  YeThIpexKaHaIbHOM
nporpammupyemom Ttepmoctate TII4-ITLP-01-«Tepuuk» (3AO «HII® JJHK-texnomorus»).
Cranpaptayto peakuuto [P npoBoaunu B 50 MK peakimoOHHOM cMecH, cojepkaiien 10 1 Mxr
matpuiisl JIHK, 25 mxin cmecn DreamTaq PCR Master Mix (2X), kotopas Bkimouaet DreamTaq
DNA nonumepasy, 2X DreamTaq 6ydep, 0.4 MM kaxaoro uz dNTP: dATP, dCTP, dGTPudTTP,
4 MM MgCl> (Thermo Scientific), mo 10 mM kaxmoro mpaiimepa (3AO «CuuToNy), Bogy 0€3
uykieas (Thermo Scientific). B kauectse matpuibt aist TP ucnonp3oBanu miazmuansie JTHK
WIA «BapEHKW» C KOJOHWU. J[JIs1 IPUTOTOBJICHUS «BAPEHKW» KIETKH OaKTEpHUil ¢ TIOBEPXHOCTH
arapu30BaHHOM cpejibl moMenainy B anmneHaopd, cycnenaupoaiu B 100 MK BOjbI, animeHA0pd
nomemanu B repmoctat «I'Hom» (JJHK-Texnonorus), nakyOupoBaiu npu temneparype 95°C B
teyeHue 10 MMH, OXJaXIanu BO JbJy, HeHTpudyruposaau 5 muH npu 11000 06/MuH, ocamok
oTOpachIBaM; T00ABISIIN 5 MKJI OJIY4eHHON MaTpullbl Ha 50 MKJI peaklIMOHHOW CMeCH.

Jns renoB csal u csaR mpaiimepst CSAIR-F u CSAIR-R (momoOpanel 10
nocnenoBarensHocTH AY 040629 u3 ['enbanka). Ilpaiimepsr PHZIR-F/PHZIR-R u CSAIR-
F/ICSAIR-R 3aka3zanel mo crathe [BecenoBa c¢ coasr., 2008]. Ilpaiimepsl uisi aHaim3a
HYKJICOTUHBIX TochenoBarenbHocTeli reHoB 16S pPHK 3aka3zanbl mo crathe [Dahllof et al.,
2000]. Cunres npaiimepoB 3aka3siBain B Kommanuu "Cunron". [IpaiiMepsl, HCIOIB30BaHHBIEC B

paborte, npenacrasiensl B Tabnuie 3.
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Tadamuna 3. JIHK-mpaiimepbl, HcCHONB30BaHHbIE IS aMIUTM(QUKALUMA  HYKJICOTHUIHBIX
(dbparmMeHTOB

HasBanue ITocnegoBarensHOCT 5'-3'

CSAIR-F CATGCACTGGTGGAACGACCTG
CSAIR-R ATGCCTGATTCAGCGAAGCCAC
CSAI-F CAACGGCTGCAGGGCATCTCGGTGAATACC
CSAI-R GACAGAGGATCCATGCCTGATTCAGCGAAG
PHZI-F AGGTGCCAAGCCGGTACAA
PHZI-R AGTAACCGCGTGCAGGCAT
PHZIR-F GATCAATACGACACCGAGCACG
PHZIR-R CATGTGCAGCGTGACTCCGTTC
16S-F27 GAGTTTGATCCTGGCTCAG
16S-R536 GTATTACCGCGGCTGCTG
NR401-F CCGAATTCGATGCTGTTAGAGG
NR401-R CCGAATTCGCTTCCAGCTCGAG
NR385-F CCGAATTCCTCTGGAAGACG
NR385-R CCGAATTCGCGTCTTGCATC
NR365-F CCGAATTCGAGAAGGCAGTG
NR365-R CCGAATTCGAGATCCGTGAC
NR359-F CCGAATTCGAAGACTTGCAAGC
NR359-R CCGAATTCGACGGTACTGGATG
nifH-F CTATGCCTATCCGTGAAGG
nifH-R CCAAGTTCATGATTAACTCGTC
hetR-F AGTTACCCAGCAATCTTCCC
hetR-R ATAGAAGGGCATTCCCCAAG
ntcA-F GAGCTTTTCCTCCTGTTGTC
ntcA-R ACCTATCCGACTTGTTTCCT
rnpB-F ACTGATTTGAGGAAAGTCCG
rnpB-R CTTTGCACCCTTACCAAGAG
glnA-F GGTGATACAGCCTTCTTTGG
ginA-R CTTGGAAAGAATCTGTGGGG
nirA-F CCAACAAAGGAGAAGGCAAT
nirA-R AGAAACCACCAACTAACACG
hepA-F TTCGGGTGAACTCATTAATACG
hepA-R TTCTCTGACTCGCTTATTCAG
gltS-F TAGAACATCGGGGTGGTTGT
gltS-R CTACTCGCCAGCCCAATAC

Ilpumeuanue. F - npsimoii npaiimep; R - oOpatHbIii paiimMep

18. JIuruposanue ¢pparmenton JJTHK
st murupoBanust pparmenToB renomuoit JIHK mocne pectpuxiuu B 60sbioM oobeme
CHayvaja MHAKTUBUPOBAIIM pecTpuKTa3y npu HarpeBanuu (65°C) B Teuenue 20 munyt. Peakiuto
JUTUPOBAHMSI CTaBWIM Ha Jiby. B snnennopde cmemmBanu 15 MKII pecTpUKIIMOHHOM cMecH, 6
MKJI JIurazHoro 0ydepa, 0.2 mxn pepmenta nurassl T4 u 38.8 MK BB, HE COJiepKalel HyKiIeas.
Takum oOpa3zom, oOmmii 06beM mpoObl coctaBist 60 M. Takoe pa3BeleHHE MOPE3aHHBIX

dbparmenToB JIHK HEoOX01MMO 17151 0OECTICUCHHS MX JTUTUPOBAHUS caMuX Ha ce0s1. PeakiimoHHyto
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cMech nHKyoupoBanu npu +4°C B Teuenne 14-16 yacoB. PeakimoHHYI0 CMECh TIOCTIE OKOHYAHUS
peaxkuuu xpanwiu npu -20° C.

[Tpu nmuruposanum npoaykroB [TLP ux HeoOXonumMo o4HCTUTH OT moaumepassl u [11P-
Oydepa. Cmech mist nepeocaxaenus [ILP-npoaykToB comepxkana 8760 mxn 96% stanomna, 300
MK SM anerata Hatpus U 940 mxa Boawl. [ILP-npoaykT u cMech mia npeuunuranuu JJTHK
nobaBmsui B snmeHaopd B nponopuuu 1:5 (Hanpumep, 10 Mk [TIP-ipoaykra u 50 Mk cMech),
nepeMemMBanu  Ha \VOrteX, ocraBisaM NpuU KOMHATHOW Temneparype Ha 20 MUHYT.
Lentpudyruposanu 20 MUHYT MPU MaKCUMaJIbHBIX 000pOTaxX W OTOUpaIM CIUPT (CyIIEpHATAHT).
Hanee mnpomeBasin ocamgok JIHK ngo6aBnenmem 70% odTtaHoma B oObeMe, paBHOM
MepBOHAYAILHOMY 00BbeMy cMecHu Juisi nepeocaxaeHus (50 mxia). CHoBa nepeMemuBaiyd Ha
Vortex, nearpudyrupoann 20 MHHYT IPHU MaKCHMaJbHBIX 000OpOTaX W yHaiusuid ciupT. B
OTKPBITHIX SMIEHAOP(aX MOICYIIUBAIN 0CAI0K HA BO3/1yX€ U 3aTeM PacTBOPsUIH ero B 16-20 Mk
BOJIbI, HE cojepikaiieil Hykiea3. Pesynbprar mepeocaxaenus [P ¢parmentoB onenuBanu c
MIOMOIIIBIO AJIeKTpodopesa.

IIpu nurupoBanuum IIHP-npogykroB B Bektop PJET1.2 B crepuiibHblil snneHnopd
nobaBis 10 MKIJI ABYKpAaTHOTO peakiuoHHOro 0ydepa, 7 mxn ountenHoro [TIP-mpoaykra, 1
Mk pepmenta (DNA blunting enzyme), npeobpasytoiero kouibl pparmentoB JJHK B Tymbie,
nepeMelInBaIM  KacaHueM Ha VOrtex, neHTpudyrupoBainm B pexume «Spin  down» wu
uHKyoupoBasnn 5 muHyT npu 70°C. Oxnaxzaanu cMech Ha JbAy W J00aBiasiiv 1 mMi BekTopa
pJET1.2/blunt u 1 wmxax JAHK swmraser T4, TlepemermmBanu kacanueM Ha Vortex,
HEHTPpU(YTHPOBAIN B pekuMe «SPin downy 1 HHKYyOHpoBaiu oT 5 10 30 MUHYT MPH KOMHATHO#

TeMIiepaType.

19. Tpanchopmanus xierok E. coli

19.1. ITosryyeHne KOMIETEHTHBIX KJeTOK. BHocwin 1 mu1 HouHOM KynbTypsl B 250 mi
kos10y, rae Haxoauwiock 100 ma LB. Beipamusanu knetku npu 37°C u kayanuu 200 06/MuH 10
JIOCTHKEHNUS ONTHYECKOH MIIOTHOCTH KYIBTYPhI ~5%107 KI1eToK/MII. 3aTeM OXJIaIaan KIETKH BO
by B TeyeHre 10 munyT U nertpudyruposanu npu 3000 g u 4°C B teuenue 5 muH. [locne
yZIaJeHus CylepHaTaHTa 0CaJ0K OCTOPOYKHO CYCHEHAMPOBaIU B 50 MJI OXJIaKIEHHOTO BO JIbILY
crepuibHoro pactsopa SO0MM CaClz u 10mMM Tris-HCI (pH 8.0). Cycrniensuro momernany B e Ha
15 munyT, 3aTtem nentpudyrupoBamu npu 30009 5 munyt npu 4°C. HamocagouHyro KUAKOCTh
CJIMBaJIH, a KJIETKHU pecycnenauponain B 0.1 ucxonnoro oobema (B 10 MiT) 0XJ1aXKIEHHOTO BO JIbTY
crepwibHOro pacteopa S0MM CaCl; u 10MM Tris-HCl ¢ 10% rmuuepuna. Kierouynyro
CyCTEH3UI0 pac(acOBBIBAIH 1O MPEIBAPUTEIHLHO OXJIXKICHHBIM snmeHaopdam mo 200 Mk Ha

npoOupky. Xpanwm mpu -70°C.
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19.2. Tpauncdopmanusn. K 200 MKJ1 KOMIETEHTHBIX KJIETOK J00aBisu riasmMuanyto JJHK
u BeiaepkuBany 30 MUHYT BO JpAy. 3aTeM mHkyoupoBanmu 90 cexynn npu 42°C B TepMocTare
«'HOMY. JloGaBnsum k kineTkam 1 mut cpeasl LB koMHATHO#M TeMmeparypbl U noapamuBaiy 1,5
yaca ripu 37°C. Lentpudyruposanu mpu 5000 06/muH, 5 MuH. C MOMOIIBIO IIMMATENS BHICEBAIH

Ha TBEPYIO arapu3upoBaHHYIO cpeay LA ¢ coOTBETCTBYIONIMMH aHTUOMOTUKAMH.

20. Tpancno3onnblii MyTarene3 Synechococcus sp. PCC 7942

Tpancnozon Tn5-692 (B mmasmmae PRL692: GenBank accession no. AF424805)
[Koksharova u Wolk, 2002] siBasiercss mpoM3BOAHBIM TPaAHCIO30Ha TN5, KOTOpBIA HECET
yCTOHUMBOCTH K dputpomuiinay (Em), cnekruromununy (Sp), u crpentoMuniny (Sm); comnepKut
PMBL1 oriV; u vecer myrarmu [Zhou et al, 1998], koTopbie yBeINYMBAIOT YAaCTOTY TPAHCIIO3HIIHH.

[Ipu moaroToBKE K TPAHCIO30HHOMY MyTareHe3y KieTku aukoro tuma S. sp. PCC 7942 B
Teyenue S5 auei pactunu B 50 ma cpenst BG11n B konbax Dpnenmeiiepa Ha 125 M1 Ha pOTOPHOM
nreiikepe npu 25°C u untencusHocTH cBeta 20-22 MkE m? s, JInsa koHbIOranuoHHOro mepenoca
TpaHcmo3oHa Tn5-692 wucnons3oBamu kierku E. coli HB101 ¢ mmasmumort pRL692, Hecymeit
TpaHcmo3oH, U kiaetku E. coli HB101 ¢ konbrorarusHoi# miasmunoit PRL4A43, HeoOxoaumMoii 1ist
mMoOmmm3anuu mwiasMuasl PRL692. Hounble kyabTypsl mrammoB E. coli, Hecymmx mia3Mumsl,
passoamm B 1000 pa3 cpemoit LB u mompammBanm B kosnbax Ha kadanke rpu 37°C B Teuenue 2
YacoB ¢ J00aBJIEHHEM B CPEIy COOTBETCTBYIOMIMX aHTHOMOTHKOB. E. COli ¢ rutasmumoit pRL692
pacTwiu ¢ Jo0aBlieHWEM cTpenToMuiuHA (25 MKr/mi), cnekTuHomunmHa (50 MKr/Mi) u
spurpomuiirHa (50 Mxr/mi), a E. coli ¢ masmumoii pRL443 pactumu ¢ 100aBieHHeM aMITUIHINHA
(50 mxr/mn). TTocne noapamtuBanus kiaetku E. coli ormbianu cpenoit LB ot antnOnotnkos. 3arem
CMEIIMBAIKM B OfHOM a3mmerHaopde mo S0 mxn cycnensun E. coli ¢ mmasmunoit pRL692, 50 mxn
cycnensuu E. coli ¢ mmasmumoit pRL443 u 100 Mk cycniensuu S. sp. PCC 7942, npeaaputenabHO
crymenHoit B 50 pa3. Ilocne uHkyOanum B TeyeHHME yaca MpU KOMHATHOM Temreparype Ha
HESIPKOM CBETY, OaKTepHallbHbIe CMECH HAHOCHII Ha CTEPUITbHBIE HUTPOIICILTIONIO3HBIE (PHITBTPHI,
MoMeIleHHbIe Ha yamku [letpu ¢ arapu3oBanHoi cpefoii BG11n, conepxameii 5% LB. Yamkn
MHKYOUpOBaIH B Tedenue 24 u npu 25°C (untencuBHOCTH cBeTa 10 MkE M2 s1), a 3atem umbTpst
MEPEHOCHIIN Ha Yamiku co cpeaoit BG11ly , maBanu moapactu KieTKaMm IHaHOOaKTepuil B TEUCHUE
JIBYX CYTOK, M TOTOM (PHITBTPBI TIEpeMeIany Ha Yaniku [leTpu, comeprxaniye arapu30BaHHYIO CpeLy
pocta BGlln ¢ nmoGaBieHHBIMH aHTHOMOTHKAMH CIEKTHHOMHIMHOM (10 MKr/min) w
sputpoMuriHoM (10 mxr/min). KonoHnu MyTaHTOB 0OBIYHO HOSBISIIMCE HA (uiibTpax yepes 15-20

ITHEH.
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21. Cesexkumsi TPAHCMO30HHBIX MYTaHTOB S. SP. PCC 7942, ycToiiunBBIX K KETOHAM
Tpancmo3zonnbie MyTanThl IManobakrepuu S. SP. PCC 7942 moaBepranuch CENEKIUHN B
IIPUCYTCTBUM OTJIENIbHBIX KETOHOB (2-HOHAHOHA, 2-TeNTaHOHAa M 2-yHJekaHoHa). Ha wamky c
arapuzoBaHHoi cpenoii BGIl1In 3aceBanuch KOJIOHUM MYTaHTOB, IOJIYYEHHBIE B pE3yjbTaTe
TPAaHCIO30HHOIO MyTareHe3a. Ha moBepxHocTh arapa B 1ieHTpe yaiiku [leTpu momemnanace JyHKa
u3 Qoibru, B KOTopyro BHOCHIHM MO 100 MKMOITB OTHOTO U3 TPEX KETOHOB. YaIllKu 3aMaThIBAIA 2
cnosMu napadwibMma. [ JAanbHEHIINX HMCCIIEIOBAaHUN OTOMpANCh MYTAHTBI, YCTOWYHMBBHIE K
neiictButo 2-noHaHoHa (NR-mytanThI, «nOnanone resistant»), 2-renranona (HepR-mytaHThI,

«heptanone resistant») u 2-yaaekanona (UndR-myranTsl, «undecanone resistanty).

22. KiionupoBanue u cekBenupoBanue reioB S. PCC 7942, onpenensiiommx
YYBCTBHUTEJIBHOCTD K JeHCTBHIO 2-HOHAHOHA

Tpancnozon Tn5-692 comepkuT cailiT Hayala perumkaiuu OriV, aktuBHb B E. coli.
[TosTomy mmst Toro, uToOBl KJOHHpoBaTh Qparmentsl reHomuoit JIHK S. PCC 7942,
COCEJICTBYIOLIYIO CO BCTPOEHHBIM TpaHcno30HOM, reHomMHast JJHK, Beiaenennas 3 NR-mMyTaHTOB,
ObL1a OT/IENIbHO Mope3ana (pepMeHToM pecTpukiyu Sall, caiiT y3HaBaHus Uit KOTOPOW OTCYTCTBYET
B TpaHcno3oHe. [lomydeHHble pecTpUKLMOHHBIE (pparMeHThl ObLIM MOJBEPTHYTHI JIMTUPOBAHUIO
camu Ha ce0s ¢ momorto T4 JIHK nurasel, v ncnonab3oBaHsl i TpaHCPOpMaLUK KOMIIETEHTHBIX
kierok E. coli XL-Blue. OtOupanuich 6akrepuaibHbie KOJOHNH, YCToHuuBhIe K SP, SM, Em. TToce
HOJIpalllUBaHUs B XKHJIKOM cpesie ¢ aHTUOMOTHKAaMU 13 HUX Bblesiach miasmuaHas JJHK.

CexBenupoBanue nocnenoparenabHocteit JJHK nmpoBoaunm ¢ momornsto Habopa peakTHBOB
ABI PRISM® BigDye™ Terminator v.3.1 (—Applied Biosystemsl, CIIIA). Ananu3 npoayKToB
peakuuMyd TpOBOAWJIM Ha aBTomatudeckoM cekBeHatope ABI  PRISM  3100-Avant B
Mexuncturyrckom  llentpe  kosmuiektuBHoro  nose3oBanus «I'EHOM» HWMb  PAH
(http:www.genome-centre.narod.ru/), opraHu3oBanHOM mpu mnoxaepxkke POOU. Pesynbrarhl
CEeKBEHHpPOBaHUs 00pabaTeiBaiy B mporpammax ChromasPro 2.33 wmu BioEdit 7.2.5.

[Torck TOMOJOTMYHBIX HYKJIEOTUIHBIX MOCIEI0BATEIBHOCTEN OCYIIECTBIISUIA C TIOMOILBIO
nporpammbl  BLAST (Basic Local Alignment Search Tool) B ©6a3e manabix GenBank

Hanmonanshoro nentpa ouorexHonornueckont napopmarmu CIIA (http://www.ncbi.nlm.nih.gov).

23. Boinesienue PHK u cunte3 k/IHK
Brigenenue cymmapnoit PHK u3 nimano6akTepuaabHBIX KJIETOK MPOBOAUIN C TTOMOIIBIO
TRIzol-pearenta (Invitrogen Corp., Carlsbad, CA) cornmacio meromuke mpousBoautess (1:3
KynsTypa KjieTtok: TRIzol) ¢ mocmemyromeii skcrpaknueii xmopodopmom (1:5 xmopodopm:

TRIzol) u npenunuranueit uzonponanoiaom (1:1). Beinenennyio PHK o6pabatsiBamu JJHKazoit
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DNase | (Thermo Scientific) u mampmie wucrmoms3oBamu s cuate3a kJIHK ¢ oOparnoii

tpanckpunrazoit H-minus Mu-MLV (Thermo Scientific).

24. II1IP B peaibHOM BpeMeHHU

Js TTLIP B peanbHOM BpeMeHHU UCTIOJIb30BaIM (piryopeciieHTHBIN KpacuTenb SYBR Green
Supermix (Bio-Rad) u ammmudukatop ¢ cucremoit aerekunu CFX96™ Real-Time PCR Detection
System (Bio-Rad). [lanusie IIL[P B peagbHOM BpEeMEHH aHATU3UPOBAIM C IOMOIIBIO
nporpammuoro obecrieuenuss CFX Manager u QuantaSoft (Bio-Rad). B pabore ucnonb3oBanuch
ren-cnenuduyeckue npaiimepsr: rnpB, rpB-F/ rpB-R; nifH, nifH-F/nifH-R; hetR, hetR-F/hetR-
R; ntcA, ntcA-F/ntcA-R; gInA, gInA-F/gInA-R; nirA, nirA-F/nirA-R; hepA, hepA-F/hepA-R; glts,
gltS-F/gltS-R. Tlpaiimepst ykazanbl B Tabmurie 3. CuHTE3 mpaiimMepoB ObUT OCYIIECTBICH B
komnanuu "Cunton". Pexxum I[P B peanbHOM BpemeHH BKItouan AeHarypaunuto npu 95°C B
teuenne 30 cexynn, 30 ko mpu 95°C o 5 cexyna, 60°C o 30 cexyna. for 30 s, and 65°C for
30 s. Ananu3 qaHHBIX OcylIecTBISLIH ¢ moMoisio Bio-Rad CFX Manager 3.0.

3HaueHUsT UKIOB AaMIUTM(UKANMA B TOYKE TIIEPECCUYCHUS KHHCTUYCCKOW KPHUBOMH
HAKOIUICHUS MPOJYKTa aMIUTM(PHUKAIUN C JUHHEH MOporoBoro ypoBHs (myopecuenuuu (Ct)
TPAHCKPUIITOB H3y4aeMbIX I'€HOB HOPMHPOBAIUCH OTHOCUTENIBHO 3HAYEHWH 11 TeHa rnpB,
koaupytomero PHK-cyowenunuiy pubonykieasst P, vacto ucnonszyemoro st [P B peanibHOM
Bpemenu [Pinto et al., 2012]. [Tocne Kaxa0W peakiMu MPOBOAMICS aHAIN3 KOHEUHBIX TOUYECK
KPUBBIX IUJIABICHUS JUIS KaXJ0H MpoObI, 4TOOBl yOETUTHCS B OTCYTCTBUH HECTEIM(PHUECKUX
IMIP-npoaykroB. Bce oskcnepumentsl ¢ ucnonsb3oBanueM III[P B peansHOM BpemeHu
MPOBOAMIIMCH, B TPeX OWOJOTHYECKHX TIOBTOPHOCTSX W B JIBYX WJIH TPEX TEXHUYCCKHX.
OTHOCHUTENBHBIE H3MEHEHHS YPOBHEH HKCIPECCUH T€HOB PACCUHUTHIBAINCH C TIOMOIIBI0 METO/Ia
27AACT [Livak u Schmittgen, 2001].

[Tpaiimepsl, ucnionb3oBanusble ais [ILP B peanbHoM Bpemenu yka3zansl B Tabmuie 3.

JlaHHBIC TIpE/ICTABICHBI KaK CpeHee apru(PMETHIECKOE TPEX OTIACIBHBIX OMOIOTHYECKHX
MTOBTOPOB C PACCUNTAHHBIMU CTAHIAPTHBIMHU OTKJIOHEHUSMU. J{JTsl KayK0T0 M3 BApUAHTOB YPOBHU

MPHK cpaBHuBanu ¢ KOHTpoJsIEM.

25. OnpenesieHre BHYTPUKJICTOYHBIX KOHIEHTPALMNA HOHOB KAJIbLUUSA B KYJbTYpe
N. sp. PCC 7120
Kynbsrypy nmanobaxrepun N. sp. PCC 7120 BeipammBanu B xuakot cpene BG1lln, ¢ 10
MM Hepes npu pH 7.5. Kynaerypy pactunu B konbax Dpnenmeiiepa oobemom 100 mi mpu
KOMHATHOW TeMIEpaType MpHU MOCTOSHHOM OCBEIIEHWH Ha BpallarolEHCcs KadaJKe B TCYCHHE S

THEM.
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25.1. OxpamuBanue ¢JiyopecuieHTHbIM Kpacutesem Fura 2-AM. Amnyny Fura-2-AM
(50 mxr) pactBopsuiu B 6.25 mxin IMCO. U3 3toro ctokoBoro pactsopa rorosuiu 1.0 MM pactBop
Fura 2-AM nyrem noGasnenust k Hemy 43.7 mxn 99.5% 3tanona. 3arem 50 mxi 1.0 MM pactBopa
Fura-2-AM dacoBanu B snmeHA0pdBI HA 1.5 MII 110 5 MKJI U CTAaBWJIHM B TIOJTHYIO TEMHOTY (TEMHYIO
KopoOKy) Ha -20°C. 3aTeM roToBUJIM pacTBOP TUTFOPOHOBOM KUCIOTHI. J{71st aToro pactBopsum 0.1 T
wiropoHoBoi kuciaothl B 0.5 mi JIMCO (nomyuanu 20% pacTBOp IUIFOPOHOBOM KHUCIIOTHI). 3aTeM
3TO KOJIMYECTBO pacdacoBbiBad B 0.5 M1 snmeHA0p¢BI M0 2 MKJI M CTaBHWIM B TOJHYIO TEMHOTY
(TeMHyt0 KOpOoOKY) Ha -20°C.

K 1 mn umanoOakTepuanbHOM CyClEH3WH, IMPEIBAPUTEIBHO JOBEJCHHON IMTPATHBIM
Oydepom nmo pH 5.5, B monHOM TemHOTe noGamist 5 Mk Fura 2-AM, 3.7 Mk abCcoOTHOTO
sTaHona u 1.3 MKJI TUIIOpoHOBOW KucnoThl. /g nonkucnenus cpensl (pH 5.5) k 1 mMa KyabTypbl
nobasisimn ~40 Mk Oydepa, conepxasmiero 56.85 miu 28.4 r/n NagHPO4 u 43.15 mn 21 t/n
JUMOHHOW KucnoThl. [locne noGaBieHusi peareHTOB SMMEHAOP(BI 3amMaThiBAIM B (QOJBLY U
MHKYOHMpOBaJIM Ha BOjsiHOW OaHe mpu 25°C B TedeHUe 5 4acoB M MEPEMEUIMBAIN TTOKAYNBAHHEM
kaxasie 30 muHyT. 3atem obOpasubl neHTpudyruposann npu 3500 06/MuH B TeueHHE § MUHYT U
JBaKIbI OTMBIBAJIM TOAKKCIeHHOM cpenoii BG11n (pH 5.5).

25.2. U3mepenue duayopecueHunu. [lyis ompeneneHuss OTHONICHHWS WHTEHCUBHOCTH
(TyopeceHITNN KJIETOK IMHaHOOaKTepuid, oKpareHHbIXx Fura 2-AM, mocie Bo30yKIeHHUS MpU
nByx nnuHax BOJH — 340 uM u 380 HM, u smuccuu npu 510-550 HM MBI HCHIOJIB30BAIH
snuryopecenTHbI Mukpockon (Axiovert 10; Zeiss, ObepkoxeH, ['epmaHusi), OCHAIIECHHBIH
SIICKTPOMArHUTHBIM CMEHIIUKOM GHILTPOB (Zeiss), kceHoHOBoM sammoii (XBO 75; Zeiss),
doromerpom (Zeiss), mukporpoiieccopom (MSP 201; ZeisS) u mepcoHaTbHBIM KOMITBIOTEPOM.
W3mepenus (hayopeceHIn MPOU3BOIMIN Ha OTACTBHBIX KJIETKAX [IHaHOOAKTEPUi C TIOMOIIBIO
oovektuBa EC Plan-Neofluar 40x/0.75 nnst ¢a3zoBoro konrtpacta. Mbr moGapismun 50 MK
IMaHO0aKTepHaIbHOIN CcycleH3uu, okpameHHoi Fura 2-AM, Ha kpyrioe crekio (42 mm x 0.17
mm, Helmut Saur Laborbedarf, Germany) mis mukpockonuu, mokpsitoe L-monmnmmsuaom (MW
150000-300000; Sigma). Crekyio yCTaHABIMBAIOCH II0J OOBEKTHB MHKPOCKOMA. 3aTeM
BbIOUpaics Quyopecuupyrommii GuiaMeHT U (OKyc HaBOIWICS Ha OJHY M3 KJIETOK 3TOTO
dbunaMeHTa U MPOBOAUIIOCH M3MEPEHUE OTHOIIEHUsS (hIyOpecHeHIui Mpu ABYX AJUHAX BOJH
(R340/380 ™). Uepes 20 MUHYT TTOCIIE HaYalla K3MEPEHUH TI0OABIISUTH ar€HT C MTOMOIIIBIO MITIPHUIA
WX J103aTOpa B TOUKY, TJI€ IIPOUCXOIMUIIO U3MEPEHHE.

[Ipu pacuerax ¥ MOCTPOEHUU TPAPUKOB YUUTHIBATHCH 3HAUCHUS (IYOPECIICHIINH MOCIIe
HacTyruieHus: crabmibHOCTH R340/380. B Havane m3MepeHuil 3HaYCHHUS] MOTIIM CHUJIBHO TMajaaTh
WK pe3ko yBenuumBarbes. Jlomyctumo Hanumuune 5-10% koneGanuil, 4ToOBl CUMTATH KPUBYIO

CTaOMJIIBHOIA.
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B kauecTBe OTpUIIATETFHOTO KOHTPOJISI MBI JOOABIISITN K KIIETKaM IIHaHOOAKTEpUil cpemy
BG11n, comepxaeii nonst Ca’*. B kauecTBe IONOKUTEILHOIO KOHTPOJIS MBI JOOABIAIH K
KJIETKaM [HaHoOakTepuil abciu30By0 kuciaoty (ABA), KoTopasi yBeIMYMBaeT KOHIICHTPAIHIO
BHYTPUKJIETOYHOTO KaJIbLIMsI MPU JAeWCTBUM Ha KieTku IuanoOaktepuu Nostoc 6720 na 20%
[Smith et al., 1987].

B kauectBe Oosee peakimonHoi ¢popmsl BMAA Mbl 106aBiisiin coequHenue B-kapbamar,
nonydenHoe B pesynbrate cMmemnienus 0.5 MM BMAA ¢ 1 MM NaHCO3 unn 1 MM KHCOs. [Ins
KOHTpoJIa JnedcTBus [-kapOamara Mbl Takke omnpeaensuid ddpdexkr KHCOs Ha u3menenue
KOHIICHTPAIIUH KAJIBITHS B KJICTKAX.

Urobsl ompenenuts, Oyner au jgobOaeieHue BMAA npuBOIUTH K H3MEHEHUIO
KOHIICHTPALlMH MOHOB KAJIBLIUS B KIIETKAX B CIy4yae, €CJIM IIIyTaMaTHBIN penenTop OyneT cBsizaH
CO CBOUM JIUTaHA0M — L-Tayramarom, K KJI€TKaM JUKOTo TUla cHadana jooasimsum 10 MkM L-
riiyramaTa, a 3aTeM I0CJIe YCTaHOBIICHHs CTAOMIIBHBIX 3HAUCHHH ()ITyOpEeCCHIIUH J00aBIIsIIH K
ToMy ke oopasiy 10 MmkM BMAA.

25.3. IlocTpoeHue KaauOpPOBOYHOIi KpuBoi In Situ. KamubOpoBka OTHOIICHUS
dnyopecuennuun (340/380 HM) K KOHIEHTpauu CBOOOJHOTO Ca?" in situ MIPOBOJIMJIACH Ha
OTIENBHBIX (uIyopecuupyromux (uiaMeHTax uaHoOaktepuit. Ha mpeameTHoe CTEKso s
MUKPOCKOIIMPOBAHMSI ¢ HAaHECEHHBIM L-monnnn3nHom ao06asisuin 50 MK IMaHOOAaKTepuanbHON
cycrieHsuu, okpamreHHoi Fura 2-AM. Yepes 20 MUHYT Tociie Havajla U3MEPEHUH C TTOMOIIBIO
HIMPUIIA UITU 103aTOpa B TOUKY, TJie MTPOUCXOIUIIO U3MEPEHHUE, T00aBIISIN CIeIYIOIINE PACTBOPHI
[Thomas u Delaville, 1991]:

1) 1 M 200 MM sTriteHrHKOIL TeTpaykeycHoi kuciotsl (OI'TA), 1.5 M Tris-HCI, pH
8.7;

2) 1 mxa 160 MxM nonodopa xansiust Br-A23187;

3) 2 mxan 250 MM CaCly noGasisiiu, Korga JAOCTHTaIOCh MHHHMAIbHOE 3HAYCHHUE
otnomenus 340/380 um;

4) 4 man 72.5 MM MnCly nobGaBnsim, Korjga JOCTHTATOCh MaKCHMalbHOE 3HAYCHHE
otHomienust 340/380 HM.

KamnbpoBounast kpuBasi crpomnack B coorBerctBuu ¢ Grynkiewicz et al. (1985) mo
dbopmyre:

[Ca?*] = Kd(R - Rmin)/(Rmax - R)* Sf2/Sh2, aM

I'me Rmin — 3Hadenus oTHOmIEHMs (IyopecleHImi, korma uoHsl Ca®’ HaxomaTcs B
CBOGOJHOM COCTOSHMHM; RMAax — 3HaueHMs OTHOWIEHHs (IyopecleHIui, korga uonbl Ca?*
HAXOMATCSA B CBsI3aHHOM coctossHuu; Sf2/Sb2 — orHomienwe 3HaueHwit QuryopecieHInN

cBoboHOro Ca?* x cesa3anHoMy Ca?" mpn 380HM.
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Mal onpenenuian cpeaHue 3HadeHus a1 Rmin, Rmax u Sf2/Sb2, BenwunHa KOHCTaHTHI
nucconmanuu (Kd) as kommnekca [Ca?*-Fura 2-AM] pasna 135 uM [Grynkiewicz et al., 1985].
Cpennue 3nauenuss Rmin, Rmax, Sf2 u Sb2 Obuiu mosy4eHs! ocie ceMu He3aBHCHMBIX
U3MEPEHUH /IS IOCTPOCHHS KATHOPOBOYHOM KpHBO#i IN SitU. 3HaYCHMS KOHICHTPAIMH yKa3aHbl

CO CTaHIapTHBIM OTKJIOHeHHEM (+ SD).

26. CTarTucTHYeCKU aHAJIN3

JIOCTOBEPHOCTh PEe3yJIbTaTOB pabOThl OCHOBaHa HA BOCIPOM3BOJUMOCTH IOJTYYEHHBIX
SKCIICPUMCHTAJIbHBIX 3aKOHOM€pHOCTeI>'I, HCIIOJIb30OBAHHUKU ATTCCTOBAHHOI'O U3MCPUTCIIBHOTO
0o0OpyIOBaHUsl,  CTaHIAPTHU3UPOBAHHBIX W  COBPEMECHHBIX  METOJOB  HCCIICJIOBAaHUS
(Omonoruueckux, (HU3UKO-XUMHUCCKUX U 1p.). JIs mMoydeHus] CTaTUCTHYECKH JTOCTOBEPHBIX
JaHHBIX BCC SKCIICPUMCHTEI ITPOBOANIIM MUHUMYM B TPEX OMOJIOTMYECKUX IIOBTOPHOCTAX.

CraTucTHYECKUI aHAIN3 SKCIICPUMCHTOB IIPOBOJUNJICA C UCIIOJIB30BAHUCM ITPOrpaMMHOTO
obecnieuenuss JMP8 (SAS Institute Inc., Cary, NC, CIIA). st 3KCIEPUMEHTOB Ha dYalKax
CpelHHE ¥ CTaHJAPTHBIC OIIMOKM OBUIM PACCUUTAHBI C HCIOJIb30BAHUEM IPOrPaAMMBbI
onucarenbHou ctaructuku B Excel miis Windows. Pasnuaus Mexxay JaHHBIME ObLTH 3HAYHMMbBIMU

Ha ypoBHe p <0.05.
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IV. PE3YJIBTATBI U OBCYKIEHUE
I'naea 1. Buosiornyeckasi aKTUBHOCTD JIETYYHX OPraHNYecKUX COeJHHEHUI MOYBEHHBIX
O0akTepuit

[lepBast wacTh pPabOTHI MOCBAIIEHA WCCIECIOBAHUIO JICHCTBHSA JICTYYHMX BEILIECTB
IOYBCHHBIX OakTepuii pomoB Pseudomonas wu Serratia Ha pasinu4HbIE NPOKAPUOTHYCCKHE
OpraHu3Mbl, 2 UMEHHO (UTONMATOTCHHBIE I'pUOBI, OAKTEpUH, B TOM YHCIE LUAHOOAKTEPUH, U
IYKapHOTHYECKHUE — Ip030¢ ity 1 HeMaTo 1bl. C 3TOM 1eNbI0 ObLIM MPOBEACHBI CIEAYIOINE STaIbl
paboTHI:

- ckpuamHT mTamMoB P. chlororaphis, cuaresupyrommx AI'JI, U3 KOJUIEKIIUH TOYBEHHBIX
OakTepHii ¢ TOMOIIHI0 OMOCEHCOPOB,;

- aHaNM3 HYKJICOTHIHBIX TmocienoBarenbHocTeld reHoB 16S  pPHK  mrammon
P. chlororaphis mist yrouHeHus: ©X TAKCOHOMHYECKOM MPUHAIICKHOCTH;

- UCCTIeI0BaHKe T€HOB, OTHOCsIHMXCst K QS peryssinuu y mrammoB P. chlororaphis;

- Boimenienne ATJI u3 kynabTyp Oakrepuit Pseudomonas u Serratia u ux MyTaHTOB M
NPOBEIEHUE TOHKOCIONHON XpomMaTorpaguu i X UACHTH(PHUKAIINN;

- ompezelieHue JAeiicTBHs JeTy4nuX BellecTB Oaktepuit Pseudomonas u Serratia m ux
MYTaHTOB Ha (huTonaroreHHsle arpobaktepun u Erwinia carotovora 133;

- ompejeieHUe IEHCTBHs JIETYy4Mx BellecTB Oaktepuit Pseudomonas u Serratia u ux
MYTaHTOB Ha InaHobakTepuu Synechococcus sp. PCC 7942;

- ompezerneHue JAeiCTBHs JeTy4nuX BelecTB Oaktepuit Pseudomonas u Serratia u ux
MyTaHTOB Ha TpubObl Fusarium solani, Fusarium moniliforme, Pericularia oryzae, Rhizoctonia
solani, Verticillium dahliae, Helminthosporium sativum, Sclerotinia sclerotiorum, Sclerotinia
rolfsii, Colletotrichum sp.;

- ompezerneHue JeicTBHs JIeTy4nX BellecTB Oaktepuit Pseudomonas u Serratia u ux
MYTaHTOB Ha Jpo30(u;

- ompejeleHHe IEHCTBHS JIETYy4Mx BeliecTB Oaktepuit Pseudomonas u Serratia u ux
MYTaHTOB Ha HEMATO;

- ompeneneHne KauyecTBeHHOro cocraBa cmecu JIOC ¢ momolipio Macc-CreKTpaaIbHOro
aHamM3a B COBMECTHOM pabore c naboparopueit n.6.H. JI. C. Uepnuna, Hepycanumckuit
YHHUBEPCHTET;

- OTIpeieNieHue NeHCTBUS NICHTH(GHUIIMPOBAHHBIX HHANBUAYATBHBIX JIETYIUX COCTMHEHUH
Ha urTonarorennyro Gakreputo A. tumefaciens C58, rpu6 R. solani, nnanobakrepuro S. sp. PCC
7942, npo3odus 1 HEMaTOI;

- olIpezieTIeHue ACHCTBHS HACHTU(GHUINPOBAHHBIX HHUBHYATbHBIX JIETYYUX COCTUHEHUH

Ha (poTocuHTeTHYECcKui anmapar S. sp. PCC 7942;
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- TMojydyeHrne MyTaHTHBIX mTamMmoB S. Sp. PCC 7942, ycToWuuBBIX K JCHCTBHUIO
WH/IMBUYAJIbHBIX JIETYYHX COSJIUHEHHIA;

- JIOKaJIM3al¥sl TPAHCIIO30HHBIX MyTanui B reHax S. sp. PCC 7942.

Bce uccnemoBannble GakTepuu, mpuHamIexamme kK poay Pseudomonas (Pseudomonas
chlororaphis, P. fluorescens B-4117) wu Serratia plymuthica 1C1270 sBastroTcs
ACCOLIMUPOBAHHBIMH C PACTEHHUSIMU U BBIJCICHBI U3 puzocdepsl pactenuii. P. chlororaphis 449,
P. chlororaphis 30-84, P. fluorescens B-4117 wu Serratia plymuthica IC1270 o6nanarot
AQHTarOHUCTHYECKOW aKTHBHOCTHIO MPOTHUB (PUTOIMATOTEHHBIX MUKPOOPTaHW3MOB M AKTUBHBI B
Ouonornyeckoii 6oprbe nmpotus 3aboseBanuii pactenuii [Ovadis et al., 2004; Vespermann et al.,
2007; Veselova et al., 2009; Dandurishvili et al., 2011]. bakrepuu S. proteamaculans moryT Takxe
obuTaTh B mouBe U puszocdepe pacteHuid. [103TOMy MOXKHO OBUIO OXKHUAATH, YTO HCCIICTYSMBIN
Hamu mTamm S. proteamaculans 94 Gyzaer 001agaTh aHTArOHUCTHYECKONW aKTUBHOCTHIO TIPOTHUB
MHUKPOOPTIaHU3MOB, B TOM YHCIIC, IPOTUB (PUTONATOTCHOB.

B pabore Obuta ucciemoBaHa pojib TII00ATBHBIX peryiasaTopHbix reHoB GacA/GacS
cucteMbl W curmbl S cyobeaununbl PHK-nonmmepassl, rena Vir (romosor rena Oeska
kaTabosutHOM pernpeccuu Crp) u renos QS perynsuuu B kouTpose cuareza JIOC Pseudomonas

chlororaphis, Serratia plymuthica « Serratia proteamaculans.

1. CkpuHUHT IITAMMOB, cuHTe3upyommx AI'JI, u3 Ko/JIeKuMu NOYBEHHbIX
6akrepuii Pseudomonas

Pusocdepusie 6aktepun ponos Pseudomonas u Serratia BeLACISIOTCS Cped pa3InvHbIX
TaKCOHOMHYECKUX TPYII PU300aKTEepHid, CTUMYJIUPYIOIIUX POCT pACTEHUH, CHEKTPOM
ONarompusATHBIX U pacTeHuid cBoiicTB. ['pynma Oakrepuit Pseudomonas u HEKOTOpbIe BHIBI
Serratia xapaktepusyercsi QS-perymsmuen skcnpeccun reHoB. Tak kak QS-perymsius
HKCIPECCUM T'€HOB UIpaeT 3HAYMMYIO POJIb B CHHTE3€ BTOPHYHBIX METAaOOJUTOB, TO MEPBBIM
aTarmoM paboThl OBUTO  ONpeAeNieHHe CHOCOOHOCTH pas3iMYHBIX INTAMMOB  OakTepuid
P. chlororaphis cunrte3upoBars curHanbHble MOJEKysbl N-ari-romocepurnakTonbl (ATJT),
HeoOxoaumble i QS perynsunu, u 0T00pa aKTUBHBIX IITAMMOB-TIPOIYLIEHTOB JJIS JaTbHEHIIINX
UCCIIEIOBaHUM MBI MPOBENHU omnpeaeneHrue cuHre3a AI'Jl B KOJUIEKIMU MITaAaMMOB MOYBEHHBIX U
pu3ochepHbIX OaKTEepHii, OTHOCAIIMXCS K pa3IMuHbIM Buam Pseudomonas.

CnocobHocTh Oaktepuit mpoxyuupoBaTh AIl'JI ompenemsiiack ¢ HCHOJb30BaHUEM
penopteproro mrtamma Chromobacterium violaceum CV026. B mramme C. violaceum CV026
MHCEepLUeH TpaHco3oHa Mini-Tn5 unakTuBupoBaH reH cuHaTasbl AL cvil, koTopas oTBevaeT 3a
cunte3 Ce-I'JI. Myramus B 5TOM reHe NMpuUBOIUT K OTCyTcTBHIO cuHTe3a AlJI u ¢guoneroBoro

nurMeHTa BuonamnenHa. Cuntes Buomnarenta B mramme CV026 unnymupyercs Ce-I'JI u npyrumu
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ATJI ¢ npnuHOM OOKOBBIX amuIbHBIX Ienmodyek oT Cs4 1m0 Cg ¢ pa3IMYHON CTENEHBIO
gyBctBUTeIbHOCTH. I[lltamm CV026 ne uwyBctBuTeneH k AIJl ¢ JIMHHBIMH allMIbHBIMU
6oxoBeiMH 1Ienoukamu (0T Cio), a Takke K psiay 3-0Kco- U 3-TUAPOKCH- NMpou3BOAHBIX Al'JI
[McClean et al., 1997].

Onpenenenue cunte3a AlJI mpoBogwiM Ha yalikax ¢ KCIOJNb30BAaHHEM pernoprepa
C. violaceum CV026 (Pucynok 8). Cuntre3 AI'JI ObL1 HCCIEIOBaH y ILITaMMOB OaKTepuii
Pseudomonas, BBIIENCHHBIX W3 Pa3IMYHBIX MOYB W PH30C(Epbl PACTCHUH B Pa3IMYHBIX
reorpaduuecknx 30Hax Poccun u pecrmyonmk 6piBmero CCCP. C momomrsto penoprepa CV026
cuare3 AI'JI Obu1 OOHapyKeH y BCEX HCCIACIOBaHHBIX mTaMMOB Pseudomonas: 7 mrammoB

P. chlororaphis u 2 mrammos P. aureofaciens (Ta6nuia 4).

Ta6auna 4. Onpenencure cunreza AI'JI 6aktepusimu Pseudomonas

Haspanue mramMma CV026™
P. aureofaciens 30-84" FH+++
P. aureofaciens ATCC 13985 +++++
P. chlororaphis 62 FH+++
P. chlororaphis 64 FH+++
P. chlororaphis 66 FH+++
P. chlororaphis 205c +4+++
P. chlororaphis 445 FH+++
P. chlororaphis 464 FH+++
P. chlororaphis 449 FH+++

Hpumeuanue. "Ilrammer P. aureofaciens 30-84 6611 HCIIONBE30BaH B KAYECTBE HOJIOKHUTEILHOTO KOHTPOJIS
“HMIHTeHCUBHOCTH CHHTE3a BHOjIarienHa mramvmoM CV026 olleHuBau BU3yaJbHO OT + 10 +++++

[TosryueHHbIE HAMU JTaHHBIE CBHUJIETENBCTBYIOT O CIIOCOOHOCTU PU30CPEPHBIX OaKTepHii
cunTe3upoBath Al'JI, U JONOMHSAIOT y)Ke HMEIOLUeECs B JIUTEpaType CBEICHUs. Y BCEX IITAMMOB

HaOmronaercst unTeHcuBHBIN cuHTe3 AI'JI mpu nepekpecre ¢ CV026.
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445 449 464
Pucynok 8. Onpenenenne cunte3a AI'JI B mtammax Pseudomonas ¢ ucnosibp30BaHHEM B
KayecTBe pernoptepa mramma C. violaceum CV026

BeptukanpHbiil Tpux Ha BeeX GOTOrpadusix — UCCISTYSMBbIH IITaMM, TOPH30HTAILHBIN MITPUX
— wrramM CV026

[Mpu wucnonb3oBaHMKM B KadecTBe penoprepa mrtamma A.tumefaciens NT1/pZLR4
mwTaMmbl, npoxyuupytome ADJI, BbI3pIBamM MOSBICHHE ToNyObIXx 30H ruaponusa X-Gal

(Pucynoxk 9).

Pucynok 9. Onpenenenne vanmuus AI'JI B KynbTypanbHbIX 3kcTpaktax P. chlororaphis
62, 64, 66 (A) u P. chlororaphis 449, 205-c u ATCC 17411 (B) ¢ momoripio 6noceHcopa
A. tumefaciens NT1/pZLR4
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2. YTouHeHue uaeHTHGUKanuu mrammoB Pseudomonas chlororaphis ¢ momombio
cekBeHHpoBaHus renos 16S pPHK

Itammsr P. chlororaphis (Ta6nuima 1) Obutn HACHTU(GHUIUPOBAHBI paHEe HA OCHOBAaHUU
OOBIYHO TMPUMEHSEMBbIX MUKPOOHUOJIOTMYECKUX M OMOXMMHUYECKUX TecToB. s Gornee TouHOI
bunoreHeTHYECKON UAESHTU(PHUKAIMU IITAMMOB Mbl UCIOJIb30BAIM MOJIEKYISIPHO-T€HETUYECKUI
aHaJIN3 HYKJIEOTUIHBIX MocienoBarenpHocTel reHoB 16S pPHK.

I'enomnuyro /IHK Beiaensiim ¢ nomomrsio Habopa GeneJET Genomic DNA Purification Kit
(Fermentas). MatTpuibl i1 CEKBEHHPOBaHHs CHHTe3UpoBaiu ¢ momoiipio TP, ucmomab3ys
npaiimepsr 16S-F27 u 16S-R536 (Tabmuna 3), ykasanusie B cratbe Dahllof et al. (2000). TIIP
IIPOBOAMIIN B ciieyroeM pexume: 94°C - 5 MunyTsl; 25 mukios 94°C - 30 cek.; 55°C — 1.5 muH.;
72°C — 1.5 mun; 72°C - 10 munyT. [IpomykTs! ammnukanum pazaensim B 1,5 % arapo3Hom ree.
®parmeHTbl pazmMepoMm okosio 500 1.H. BeIpe3aiM M OYHUINAIMA ¢ MoMoInbio Habopa QlaTip25
(Qiagen) cornmacHo HHCTPYKIKAM npousBoauteis. CekBeHupoBaHue mocienosareiapuocreit JJHK
npoBoiuiu B Mexunctutyrckom LlenTpe komnektuBHoro noias3oanus «I'EHOM» UMb PAH.

CpaBHUTENIbHBII aHaAIW3 OTCEKBEHHWPOBAHHBIX I10CIEIOBATEIBHOCTEH HCCIENYEMBIX
mraMMoB ¢ reHamu 16S pPHK u3 6asbr gannsix GenBank mpu momoru nporpammbel BLAST
nokasai, 4ro resbl, kogupyromue 16S pPHK uccnenyembix mrammos, Ha 99% romMosiorudsbl
reram apyrux mrammoB Pseudomonas chlororaphis. Takum o6pa3om, cpaBHUTENbHBIN aHAIN3
16S pPHK mokasain, 4ro (puiIoreHeTH4ecKH JaHHBIC ITaMMbl OTHOCHTCS K BHIy PSeudomonas

chlororaphis.

3. Unentuduxanus resoB AByx QS cucrem ¢ nomouibio I[P

Cpenu mpezcraBuTeNnell mouBeHHbIX Oakrepuit P.aureofaciens u P.chlororaphis B
HACTOAIIEE BpEeMs HW3BECTHHI IITAMMBI, AaKTUBHbIE B OHONOrMYecKoil Ooprbe TPOTHB
duTomaroreHHbIx  TrpubOB W OakTepuii, BBI3BIBAIOMIMX  3a00JEBaHHUS  pPAaCTEHUIL.
AHTaroHUCTUYECKast aKTUBHOCTh TAKUX IMOYBEHHBIX OAKTEPHI 00YCIOBIIEHA CHHTE30M IIIMPOKOTO
CIIEKTpa HHU3KOMOJICKYJISIPHBIX BTOPHUYHBIX META0OJIMTOB, CPEIHd KOTOPBIX COCAUHCHHS C
AHTUOMOTHYECKON aKTUBHOCTHIO (Hampumep, Gperasunsl), HCN, cunepodopsr.

QS-cuctembl ObUIM W3yuUeHBI Y OJHOTO M3 mpezicraButenedt Buma P. chlororaphis -
P. chlororaphis 449 [Becenoga c coart., 2008] u mrramma P. aureofaciens 30-84. beiio mokasaso,
YTO y 3TOTO IITaMMa CHHTE3 (PeHa3MHOBBIX aHTHOMOTHKOB HaX0IUTCs 0] KoHTposiem Phzl-PhzR
QS cucremsl [Zhang u Pierson, 2001].

Hns omnpenenenuss Hanmums redHoB phzl um phzR y wuccnenyembix Hamu 1mITaMMoB
P. chlororaphis, 6pun momoOpansl mpaiimepsr PHZIR-F u PHZIR-R mno HykieoTnaHOR

MOCJIETIOBATEILHOCTH COOTBETCTBYIOIIMX TeHOB y mtamma 30-84 (Tabnuna 3); mpaliMepsl ObLTH
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noao6pansl B koumax ¢parmenra JIHK, Brmouaromero oba rena phzl u phzR, uro mosBossio
omnpeneNsaTh Hanuuue cpa3y aAByx reHoB. C atux mpaitmepos ¢ JIHK Bcex ucciienyeMbIX mTaMmmMoB
amrudupoBaics pparment pazmepom 1075 m.H., Takol ke, Kak U B ciaydae ¢ P. aureofaciens
30-84, ucnonb3yemoro B kauectBe koutposst (Pucyrnok 10).

Ucnonb3ys mapel mpaiimepoB CSAIR-F u CSAIR-R, nmomoOpanHbie 10 HYKJICOTHIHOU
nocleaoBarenbHOCTH TeHoB CSal u csaR BTopoit QS cuctemsl mramma 30-84 (Tabmuma 3), Mbl
OIIpEJICTIIIIN, YTO BCe U3ydaemble mrammbl Buna P. chlororaphis comepxar rensr csal u csaR
(Pucynok 10). C mpaiimepoB CSAIR-F u CSAIR-R ¢ JIHK Bcex ucciaeayempIXx MITAMMOB
ammumduuupoBaiica gparmeHt pasmepoMm 1330 mm.H., Takoro ke pasMepa, Kak M B Clydae C
P. aureofaciens 30-84, ucmonb3yeMoro B Ka4ecTBE KOHTPOJISL.

Pesxxum s [P Ha phz-cuctemy: HavanbHas aeHatypaims 94°C — 2 munythl (1 nukn);
nociuenytoume 30 uukinos 94°C — 40 cexyna, 60°C — 20 cek., 72°C — 1 MuHyTa; nOCIEeIHUN
uki 72°C — 4 munytel. Pexxum nns [ILP Ha csa-cuctemy: HauanbHas aeHarypamus 94°C — 2
MunyThl (1 1uki); nocnenyromue 30 nukinoB 94°C — 40 cexynn, 59°C — 20 cek., 72°C — 1
MUHYTa; mocineanuid mukn 72°C — 4 munHyTHl. [IpoOBI XpaHWINCH B aMIUIH(HUKATOpe HpU
temneparype 4°C.

Takum o6pa3zom, ciomoipsto [P Mbl onpeaenuiiu, 9To y BCeX UCCAEA0BAaHHBIX IITAMMOB
P. chlororaphis ects nBe QS cucremsr PhzI/PhzR u Csal/CsaR, oTBeTcTBeHHBIE 32 cHHTE3 N-
rekcanomn-romocepuriaktona  (Ce-I'JI) u  N-Oyranowsn-romocepuriaktona  (Ca-T'JI),

COOTBETCTBCHHO.

A

Pucynoxk 10. I'ens-3nextpodopes IIP-npoaykros renos phzl/phzR (A) u renos csal/csaR (B).
JIHK matpuisr cieBa nampaso (A): P. chlororaphis 62, 64, 66, 205-c, 464, 445, 449, ATCC
13985, 30-84. IHK matpunst cieBa Hampaso (B): P. chlororaphis 62, 64, 66, 205-c, 464, 445,
449, 30-84.

4. Cunte3 AI'JI y mrammoB Pseudomonas u Serratia

CnocobHocth cunTesupoBaTth AIJI B mTammax omnpenensii ¢ HCIOJIb30BaHHEM

penoprepoB C. violaceum CV026 u A. tumefaciens NT1/pZLRA4.
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ITpu wucnonp3oBaHnu B KadecTBe pemoprepa mrtamma C. violaceum CV026 miramMmsl,
akTuBHO mpoxyuupyromue AlJl, Bb3BIBaIM WHTEHCHUBHOE (DHOJIETOBOE OKpaIllMBaHUE
PENOPTEPHOTO MTAMMa BCJICACTBHE CHHTE3a TUTMEHTA BUOJIAIICUHA.

Hns paznenenus u uaeHtuukanuu Al'JI B skcTpakTax Oblia UCIOJIB30BaHA METOIUKA
[Shaw et al., 1997], B ocHoBe koTopoi JexkuT Cig-00OparieHHO-(ha30Bass TOHKOCIOMHAS
xpomatorpadus. TCX ¢ nmpumeHeHHEM cHelUpUIECKHX OMOCEHCOPOB IMO3BOJSET MPOBOIHUTH
osicTpyto uaeHtudukanuio AIJl B KymbTypalbHBIX 3KCTpPAaKTax. IDTa METOJUKA MOXET OBITh
UCTIONIb30BaHa Ui OleHKH BUIOB AIJI ¥ MpHOIM3HUTEIBHOTO KOJMYECTBA IKCTPArMPOBAHHBIX
AI'JI, omHako, OHa He MPEeIOCTaBIISAET TOUYHBIX JAHHBIX 00 UX CTPYKTYpE.

[To pesynpraram TCX ¢ HCHONB30BaHUEM TECTEPHOM CUCTEMBI (Ha OCHOBE peroprepa
CV026) y P. aureofaciens 30-84 6bu10 moaTBepkaeHo Hamuue cienyromux ALJI (Pucynok 11):
Cy4-T'JT  (N-6yranomn-L-romocepunnakton), Ce-I'JI (N-rexcaHoun-L-roMocepuHIaKkTOH) U
30Ce-T'JT (N-(3-okxco-okranoun)-L-romocepun sakton) [Khan et al., 2007], a Takxke ObL1
oOHapyxeH ueTBepThii, MuHOPHBIN THIT Al'JI, mpeanonoxurensao, 30Cs-I'J1.

JlaHHBIE TTOKA3BIBAIOT, YTO Y IITAMMOB S. proteamaculans ooHapyxeH cuaTe3 n1yx Al'JI
(Pucynok 11) Ce-I'JT u 30Ce-I'JI; y mytanta Sprl” cuntes AI'JI otcyrcTByeT; a MyTaHT SPrR°
cunresupyer Ce-I'JI u 30Ce-1'JI, xkak u S. proteamaculans. AxtuBHbIM nponyueHToM AI'JI
sBisieTcs: ramm P. chlororaphis 449, nponxynupytromuii 3 tuma AI'JT, a umenno Cs-TI'J1, Ce-T'J1,
30Ce-TJLL

1 2 3 4 5 6 7 8 9

Pucynok 11. Unentudukarnus ATJI B kynsTypanbHbIX 9KcTpaktax P. chlororaphis u S.
proteamaculans
1— Ce-T'JI; 2— Cs-T'JI; 3— 30Ce6-I'JI; 4 — skcrpakr AI'JI u3 P. aureofaciens 30-84; 5 —
srctpakT AT'JT u3 sprl’; 6 — skcrpakr AI'JI u3 P. aureofaciens 30-84 (pa3Bezen B 2 paza); 7 —
akctpakT ATJI u3 S. proteamaculans; 8 — sxcrpakt ATJI u3 S. proteamaculans (pa3BeneH B 2
paza); 9 — skcerpakt AT'JI u3 sprk".
B kagectBe cencopa ucmonb3oBan mramm C. violaceum CV026;
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5. OnpeneneHue aeiicTBUs JIeTy4YnX BellecTB 0akTepuii poxos Pseudomonas u
Serratia Ha pa3JIMYHbIe MUKPOOPTaHU3MbI

Cremyromum 3TanoM padoThl ObLIIO U3YYCHHE BIMSHHS JIETYYUX BELIECTB, 00pa3yeMbIX
Oakrepusimu Pseudomonas u Serratia, Ha pocT (GUTOMATONCHHBIX OAKTEPH, IMAHOOAKTEPHIA 1
pa3inuuHbX TpubOoB. Panee mpenmonaranoch, 4YTO BCE INTaMMbI (32 UCKJIIOYEHHEM S.
proteamaculans), npoayuupyromge JeTydyde BEIIECTBA, MOTYT BBICTYNIaTh B KauyeCTBE
NOTEHIMAJIBHBIX areHTOB OMOJIOTHYECKOTO KOHTPOJS MO OTHOIICHUIO K (UTOMATOreHHBIM
6axrepusim u rpubam [Dandurishvili et al., 2011; Veselova et al., 2008; Khmel et al., 1998; Ovadis
et al., 2004], u uto eTy4He BELIECTBA, BBIACAACMBIC IITaMMamu Pseudomonas u Serratia, BHocsT
3HAYUTEIbHBIN BKJAJ B MX aHTarOHUCTHYECKYIO CIIOCOOHOCTh HMPOTHB 3TUX (PUTONATOTEHOB.
Hecmotpst Ha TO, 4To miTamMm S. proteamaculans 94 Obut BbIIeNIeH U3 UCIIOPYCHHOTO Msica, a HE U3
MOYBHI WIIK PU30C(EPhI paCTEHUI, MBI BCE K€ PEIINIIA UCIOIB30BaTh €ro B 3TOM HCCIIEI0BAaHUH,
TaK KaK HEKOTOpBIC Apyrue mramMMbl Serratia proteamaculans Obutu BbimeseHbI U3 PU30CHEPhI
pactenuii, Hanpumep, u3 pusochepsl panca [Berg et al., 2002].

UroObl YCTaHOBUTD, ICHCTBUTENBHO JIM JIETYYHE BEIIECTBA OAKTEpUil HETATHBHO BIHSIIOT
Ha POCT MUKPOOPTaHU3MOB, Mbl IPUMEHUJIM CUCTEMY COBMECTHOTO KYJIbTUBUPOBAHUS OaKTEpHii-
MPOIYLEHTOB JIETYYMX BEUIECTB U MUKPOOPTaHU3MOB, Ha KOTOPbIE H3y4aJIOCh ACHCTBUE JIETYUUX
BEIECTB. /{151 3TOr0 MCIOIB30BANM pasjeneHHble neperopoakon yamku [lerpu. IIurarensHsie
cpenpl ObUIM pasfeneHbl (PU3MUECKUM OaphepoM, MOITOMY aHTArOHHUCTHYECKAs aKTUBHOCTh
Oaktepuii pomoB Pseudomonas u Serratia moria ObITh OOYCIOBJICHA TOJBKO ICHCTBHEM HX
JETy4YnX BemiecTB. TakuMm 00pa3oM, HCKIIOYAIach BO3MOXKHOCTH TMOJABICHHS 32 CUET IPYTHX

MEXaHU3MOB aHTaroHu3ma.

5.1. Onpenesienne aeiicTBUS JeTYYHX BelecTB 6akTepuii pogos Pseudomonas u
Serratia na ¢puTonaroreHHbie 6aKTepUN
MBaI uccneioBau AecTBHE IeTy4ynx BemecTs mrammoB P. chlororaphis 449, 64, 62, 66,
445, 464, 205-c, P. aureofaciens ATCC 13985 u 30-84, P. fluorescens B-4117, S. plymuthica
IC1270 u S. proteamaculans 94 na puronarorennsie 6bakrepun Agrobacterium tumefaciens C58,
B6, 1D1, 636 u 388, a Taxxke Erwinia carotovora 133. Haubonee moapoOHO ObLIO HM3YyueHO

neiicrBue 6akrepuii P. chlororaphis na A. tumefaciens C58.

5.1.1. eiictBue Ha Agrobacterium tumefaciens C58
bakrepun Agrobacterium tumefaciens BeI3bIBatOT 00pa3oBaHHE OMyXoyield CTeOJIs
JIBYJIOJIbHBIX PACTCHUI, KOPOHYATHIX TallioB. AJre3ust OakTepuid K KICTKAM pPacTCHUsI

POUCXOIUT B MECTax MOBpexacHui. BupynentHocts A. tumefaciens oOyciioBiieHa HaTHYHEM B
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KJIeTKax Oakrepuii Ti-masmuasl (tumor inducing plasmid), cnenmuduueckuii T-ygacTok KOTOPOI
CIIOCOOEH BKJIIOYAThCS B KJIETKH ABYJOJBHBIX PACTEHUM U BHEAPATHCA B uX saepHyo JIHK, urto
BeJieT K o0pa3zoBanuio crieruduyeckux omyxonei [Gelvin, 2012].

DKCIEpUMEHT MPOBOIWIM B COOTBETCTBUM C METOJIMKOW, YKa3aHHOW B pazjese
«Martepuaisl 1 Metoasl». KynstusupoBanue A. tumefaciens C58 nmposoawnu Ha cpene PDA; Ha
cpene LA sddexra mpaktuuecku He Obuto. OMNBITBI ¢ COBMECTHBIM KYJIbTHBHPOBAHHUEM C
OaKTepHsIMM-aHTarOHUCTAMU TNPOBOAMJIMCH Ha 4Yamlkax C neperopoakamu. bakrepun-

AHTAarOHUCTHI KyJIbTHBHpOBaK Ha cpene LA (Pucynok 12).

A B C

Pucynox 12. IMogaBnenue pocra O6akrepuit A. tumefaciens C58 neryunmu BemiecTBamMu
mtamma P. chlororaphis 205-¢ (A) u P. chlororaphis 449 (C). B koutpose (B) Ha yaiky ObutH
3acestHbl TOJIBKO KiteTkH A. tumefaciens C58, 0akTepuu-mpoIyleHThI JISTYYUX BEIIECTB Ha BTOPOt
MIOJIOBMHE YaIlIK OTCYTCTBYIOT.

B xome okcmepuMeHTa OBUIO YCTAaHOBIIGHO, 4YTO BCE HCCICAYSMbIC IITaMMBbI
P. chlororaphis mongasmsitotr poct Gakrepuii A. tumefaciens C58 3a cyer cuHTe3a myna JIETydHx
BemiecTB (Tabnuia 5). B Teuenue 2 cyrok npu Aeiictun mtammoB P. chlororaphis npaktudecku
Het pocta A. tumefaciens C58, Ha 3 cyrku poct mramMmma C58 MeHbIIIe, 4YeM B KOHTPOJIE, HaunHast
¢ 4 cyTok HabrOMaeTCs 3aMeTHOE yBenuuenue pocra A. tumefaciens C58.

B xope skcriepuMenTa ObITO YCTaHOBJICHO, YTO UCCIIeIyeMble ITaMMbI S. proteamaculans
94 u S. plymuthica IC1270 nmomasnstor poct Oaktepuit A. tumefaciens C58 3a cuer cunTe3a
JeTy4YuX BemecTB B 1 u 2 cyTku coBMecTHOro KynabTuBupoBanusa (Tabmuna 5). Kakx mokasan
9KCIIEPUMEHT Ha 3 cyTku uHruouposanue A. tumefaciens C58 neTyunmu coeTUHEHUSIMU CHITBHO
cokpamfaercs u poct A.tumefaciens C58 MokeT NOCTHTHYTH B ONBITHBIX 00pa3liaXx TOTO e

YPOBHS, YTO U B KOHTPOJIC.


http://www.xumuk.ru/biospravochnik/160.html
http://www.xumuk.ru/biospravochnik/264.html
http://www.xumuk.ru/biospravochnik/650.html
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Tabauua 5. VHruOutopHOoe AEHCTBHE JETYYHMX BEINECTB PA3IMYHBIX INTaMMOB P.
chlororaphis, S. proteamaculans 94 wu S. plymuthica IC1270 ma A. tumefaciens C58,
Synechococcus sp. PCC 7942 u rpu6si

. Synechococcus sp. - . o A
A. tumefaciens C58 PCC 7942 R. solani S. sclerotiorum H. sativum

[ITammbr

Kontpons 1.6 £0.6 x 101! 4+1x107 14+3 16+3 18+3
P. chlororaphis 449 - - - 10+2 6+2
P. chlororaphis 30-84 - - - 12+3 7+2
P. chlororaphis 62 - - - 9+ 2 4+1
P. chlororaphis 64 - - - 10+ 3 8+2
P. chlororaphis 66 - - - 11+ 4 6+2
P. chlororaphis 445 - - - 9+ 2 31
P. chlororaphis 464 - - - 9+ 3 6+2
P. chlororaphis 205 - - - 11+ 2 31
S. proteamaculans 94 4.5+ 0.5x10° - 3+1 13+3 5+1
P. fluorescens B-4117 - - - 8+2 4+1
S. plymuthica 1C1270 2.5+ 0.6 x 10° - 3+1 12+2 942

Ilpumeuanue. *«-» HeT BUIUMOTO POCTA.
“PocT rpuba u3MepANICA B MM KaK PacCTOSHUE OT OJIOKA C TPMOOM JI0 TPAHUIBI POCTA MULICIIUS

[Ipu coBMECTHOM KyJIbTHBUPOBAaHUHU OakTepuil yamku [leTpu IUIOTHO 3aMaThIBAIUCH
napauiIbMOM, IO3TOMY YTOOBI OATBEPAUTH YTHETCHUE POCTA KIIETOK 38 CUET JCHCTBHUS JICTYUUX
BEIIIECTB, BBIACIIEMbIX OakTepusmu poaoB Pseudomonas u Serratia, a He u3-3a HegocTaTKa
KHCIIOPOIa OBUTH MPOBEICHBI KOHTPOJIBHBIC OIBITHI.

[Tpu coBMecCTHOM KyJIbTHBHPOBAaHMM TI'YCTO 3acesiHHBIX Kietok A. tumefaciens C58 u
pasBenennoir B 1000 pa3 xynetyper P. chlororaphis 449, nomaBneHuss pocra KIETOK
P. chlororaphis 449 ue nHabm01a10Ch.

[Mpu 3aceBanmu Ha uamku KyabTypel E. coli AB1157 Bmecro Oaktepuii pojoB
Pseudomonas u Serratia coBmectro ¢ A. tumefaciens C58 sa¢ddekra Ha poct arpobaktepuii He
Ha0II01aJIOCh.

Beio onpeneneno, 4ro rycrto 3acessHHas Kynbrypa A. tumefaciens C58 ne BimseT Ha poct
A. tumefaciens C58, paszsenennoii B 1000 pa3 u 3acesHHO Ha IPYTYIO TOJIOBHHY YaIIKH.

Pe3ynbTaThl 3THX KOHTPOJIBHBIX SKCIIEPUMEHTOB JIOKA3bIBAIOT, YTO HA MOJABIICHHE POCTa
A. tumefaciens C58 BiusieT BO3A€HCTBHE JIETYYHX BELIECTB, IPOIYIUPYEMBIX OaKTEPUIMH POJIOB

Pseudomonas u Serratia, a He TUMUTHUPOBAHUE 11O KHCIOPOY.

5.1.2. [lelicTBHe HA Ipyrue OaKTepuu
Hounble kynbTypbl ¢uromaToreHHsix Oakrtepmii A. tumefaciens 636 u 388 pactuimm B
xunkoi cpene LB u pasBommim B 2000 pa3. 3atem arpoGakrtepuu 3aceBanu Ha cpeny PDA Ha
yamkax [IeTpu ¢ meperopoakoii U KyJIbTHBHPOBAIM COBMECTHO co mTamMamu P chlororaphis 449

u 64. Tak xak mramm P. chlororaphis 64 okaszan cuibHbIi momaBisomuii 3¢GGEKT Ha poCT
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A. tumefaciens C58, 6bU10 HHTEPECHO CPABHUTH €ro JAckcTBHE ¢ 3()(HEKTOM MOAETBHOIO ITaMMa

P chlororaphis 449 na 6axrepun A. tumefaciens 636 u 388 u Erwinia carotovora 133.

Tadoauna 6. Muruduropuoe neiicteue P. chlororaphis na A. tumefaciens 636, 388, 1D1 u E.
carotovora 133

Bpems Agrobacterium tumefaciens Erwinia carotovora
636 388 1D1 133
rarm 2 cyTok | 3 cyToKk | 2cCyToK | 3 cyTOK 48 4 60 u 1 cytkmn 2 cyTOK
KonTpoin + ++++ ++++ ++++ ++++ ++++ +++ ++++
449 0 + + ++ 0 0 + +
64 0 + 0 0 H.O. H.O. + +

IIpumeuanue. «++++» - ycnoBHoe 0003HaueHIE HanOoJIee TNIOTHOTO PocTa arpobakTepuit u E. carotovora
133 Ha gamkax. «0» - MOIHOE OTCYTCTBUE pocTa arpobakTepuii u E. carotovora 133 Ha wamkax. «H.0.» -
JICICTBUE HE OMPEAEINSIIOCH.

[To naHHBIM OSKCIEPUMEHTOB mojaBieHue Oaktepuii A.tumefaciens 636 neryunmun
BerectBamu mramMmmoB P. chlororaphis 449 u 64 sBistfoTCS CPaBHUMBIMH - 2 CYTKH COBMECTHOT'O
KyJbTUBUPOBAHHUS POCT arpoOaKkTepuil MOIHOCThIO HHruOuposaH (Tabmuiia 6).

IMpu neiictBun mramma P. chlororaphis 64 ma pocr A. tumefaciens 388, sddexr
UHTUOUPOBAHUS POCTA arpOOAKTEPHH 32 CUCT CHHTE3a JIETYUHX BEIECTB 3aMETHO CUIIBHEE, YeM Y
P. chlororaphis 449, B0o3MOXXHO 3TO O0OYCIOBJEHO pa3UYHBIM COCTABOM CMECEH JeTydHX
BEIIECTB, MPOAYLUPYEMbIX 3THMH mtammamu (Tabmuna 6).

Jleryuue BemiectBa mramma P. chlororaphis 449 oka3piBaioT CHIBHOE WHTHOMTOPHOE
nevicteue Ha pocT mramma A. tumefaciens 1D1 (Tabauna 6). [Ipu 3ToM mccnenyeMbie TaMmMbl
P. chlororaphis 449 u 64 npakTuvecku He OKa3bIBAIOT JeiicTBHs Ha pocT Agrobacterium B6.

[Tpu npoBeeHNH SKCIIEPUMEHTOB ¢ puTOnaToreHHoi bakrepueii Erwinia carotovora 133,
MOpaKaroIIel Bce TKaHU pacTeHul, pazsenennyio B 10000 pa3 Hounyro KyasTypy E. carotovora
133 kynbpruBMpoBanM coBMecTHO ¢ Oaktepusmu P.chlororaphis 449 u 64 Ha wamkax c
neperopoakoif co cpeaoir PDA B o0eux mnonoBuHkax. [lo moiydyeHHBIM pe3yiabTaTam
JKCIIepUMeHTa HHruoupytomue 3¢ ¢pextsl mrammoB P. chlororaphis 449 u 64 3a cyer netydnx
coennHeHU Ha Oaktepuu E. carotovora 133 sBasioTCS 3HAYUTENBHBIMH M MPAKTHYCCKUMHU
onuHakoBbiMu (Tabmuma 6).

Takum 00pa3zoM, MOTYYEHHBIE PE3yIbTaThl IIOKA3aJId, YTO B TEUCHHE MEPBBIX TPEX CYTOK
JeTydre BellecTBa OakTepuil uWccieqyeMblx mTamMMmMoB Pseudomonas u Serratia akTuBHO
nogasistot poct A. tumefaciens C58, 636 u 388 u E. carotovora 133, kpome Agrobacterium B6.
Tak kak neiictBue mysia JyeTyuux BemectB imtamma P.chlororaphis 64 okasanock Ooiee
3¢ EeKTUBHBIM MPU TOAABICHUH pocTa GuronaToreHHoi cakrepun A. tumefaciens 388, moxHO

paccMaTpuBaTh 3TOT IITAMM B Ka4eCTBE BO3MOXKHOI'O areHTa JJisi 60pbObI ¢ arpoOaKkTepusMu.
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5.2. Onpenesienne AeiicTBUsI JEeTY4YHX BellecTB 0aKkTepuii pogos Pseudomonas u
Serratia Ha unano6akTepun

MBpI uccneioBaiu JeicTBrE JieTy4unx BernecTB mrammoB P. chlororaphis 449, 64, 62, 66,
445, 464, 205-c, P. aureofaciens 30-84 u ATCC 13985, P.fluorescens B-4117,
S. proteamaculans, S. plymuthica IC1270 na poct nnano6akrepuu Synechococcus sp. PCC 7942
(Pucynok 13).

[Muanobakrepuu kynbruBupoBan Ha cpene BG1lln. Knerku S. sp. PCC 7942 pactunu B
x)uakor cpene BGlln m HaHOCWMIM cycrnieH3HMIO KJIeTOK, B ToM uucie B 10- m 100-kpaTHBIX

pa3BeIeHHX, Ha arapu3oBaHHyo cpeny BG11ly Ha wamkax ¢ meperopoakamu.

o ©
1 , GRS
4

A B

Pucynok 13. ITogasnenne pocta muanodakrepuii S. Sp. PCC 7942 neryunmu BemecTBaMu
mramma P. chlororaphis 449 (A.1-2). Koutposns B otcyrcteue P.chlororaphis 449 (B.3-4).
bakrepun P. chlororaphis 449 na cpene LA (A.2); nmano6aktepu S. Sp.PCC 7942 na cpene
BG1in (9 cyrok pocta) B kouTpone (B.3). IlomoBunka wamku A.l: poct S. sp.PCC 7942
MOJTHOCTBIO moaaBieH; [TomoBunka yamku B.4: kierku P. chlororaphis 449 ue 3aceBainu.

Jlnst Toro, 4ToObl ONpeNeNnnuTh, BIUSET JIM MUTaTelbHas cpella Ha aHTarOHUCTUYECKYIO
CIIOCOOHOCTH MOYBEHHBIX OAKTEPHiA, IITAMMBI-IPOYIIEHTHI JIETYYNX BEHIECTB IMPH COBMECTHOM
KyJIbTUBUPOBaHUM ¢ IMaHOoOakTepusMmu pactuiu Ha cpernax LA u PDA. B xonrtpoine
mano6akrepuu S. sp. PCC 7942 na cpene BG11n Ha yamikax, rje HeT MOYBEHHBIX OakTepuil Ha
cpenax PDA u LA (Pucynox 13). Ilo naHHBIM DKCIIEPUMEHTOB, MOJABICHUE pOCTA
nranobaktepuii S. sp. PCC 7942 nery4yumu BemecTBamMu mramMmmoB Pseudomonas u Serratia
MPOUCXOIUT MPpaKTU4YeCKH MoHocThIo (Tabnuua 5).

[Tpu KyTbTUBUPOBAHUH ILITAMMOB-TIPOJIYLIEHTOB JIETYYUX BellecTB Ha cpeze LA, Tak u Ha

cpene PDA nabnrogaeTcst OAMHAKOBO CHIIBHOE TIOJIABJICHHUE POCTa [IMAHOOAKTEPUH.

5.3. Onpenesienne qeiicTBUSA JIeTy4YHX BellleCTB 0aKTepuil Ha TPUObI
Ilpu wusydeHuu neiicTBUs JieTydux BemlecTB mTamMmoB BugoB P. chlororaphis, P.
aureofaciens, P. fluorescens B-4117, S. plymuthica IC1270 u S. Proteamaculans 94 na rpu0b

KJIETKH OakTepuil KyJIbTUBUPOBAJIM COBMECTHO CO CIEAYIOIIMMU BUIaMH TpUOOB:
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Fusarium solani, Fusarium moniliforme, Perycularia oryzae, Rhizoctonia solani, Verticillium
dahliae, Helminthosporium sativum, Sclerotinia sclerotiorum, Sclerotinia rolfsii, Colletotrichum

Sp. OCHOBHBIM 00BEKTOM Cpell HUX ObLT BBIOpaH ¢uronaTorenHsiii rpud Rhizoctonia solani.

5.3.1. JleiictBue na Rhizoctonia solani
I'pu6 R. solani oTHocuTCs K Ki1accy 0a3uAMOMHUIIETOB U SIBIIsieTCs pUTOmaToreHHsim. [Tpu
COBMECTHOM KYJIbTUBUPOBAHMM Ha dYalllKaX C MEPEropojKaMd ObLJIO YCTAHOBJCHO, YTO BCE
uccieayeMble mTaMMbl PSeudomonas 3HauuTesIbHO MOAaBISIIOT pocT rpuda R. solani (Tabnuma
5; Pucynok 14). Illtammsr S. proteamaculans 94 u S. plymuthica 1C1270 oka3biBaeT
nojasistonee aeicreue Ha poct R. solani, cxomHoe ¢ MHMMOWTOPHBIM JICHCTBHEM IITAMMOB

P. chlororaphis (Ta6mura 5).

Pucynox 14. IlomaBnenme pocta rpuba R. solani rerydnmMu BemiecTBamu IITAMMOB
P. chlororaphis 449 (A) u P. fluorescens B-4117 (B). KouTtpous nipu orcytctBuu 6aktepuii (C).
bakTtepun kynbruBrpoBanu Ha cpeae LA; rpudsl R. solani xynsTuBupoBanu Ha cpene Yaneka u
BBIPE3aHHBIN OJIOK O criopamu rprba nepeHocuiau Ha cpeny Yamneka. @otorpaduu caenansl Ha 5
CYTKH COBMECTHOTO KYJbTHBUPOBAHUSI.

B Ta6nuie 5 npuBeseHb! JaHHBIE O MPAKTUYECKHU ITOJTHOM HHTHOMPOBAHUU pPOCTa IPUOOB
JIETYYMMH BEIIECTBAMH IIOYBEHHBIX OAKTEpUil Ha 3 CYTKH COBMECTHOTO KYJIbTHBHPOBAHHS TPUOOB
u Gakrtepuii. [Ipu Gosee IIUTEIHLHOM BO3ACHCTBUH JIETYYHX BelecTB Oakrepuii Ha R. solani (B
TeuyeHue 6 CyTOK) HaOMIOMAIUCh Pa3IUuds B HHTHUOMTOPHOM CIOCOOHOCTH MYJOB JIETYYHX
BemecTB pasHbix 1mrammoB P. chlororaphis (Tabawuma 7). HaumGombimmit sddext Ha rpuobI
okazamu mrtammel P. chlororaphis 66 u 445 (100% momasnenue pocta R. solani B teuenue 6
CYTOK), MEHBIITUH HHTUOUTOPHBIN 2P PEKT MPOIeMOHCTPUPOBAIN IITaMMbI 62, 449, 30-84, ATCC
13985 (72,7-77,1%), mpoMeXyTOYHOE TOJIOKEHHE 10 MHTHOUTOPHOM CHOCOOHOCTH JIETYYHX
BerecTB 3aHsu1 mrTaMMm 205-¢ (66,2 %), a Hanboee cinadblii HHrHOMTOPHBIH 3ddekT Ha poct R.
solani Ha 6 cyTku Oka3aJics IPH BO3JCHCTBHH JIETYUuX BemiecTB mrTamMmoB P. chlororaphis 64 u

464 (41,8% u 46,2%).
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HOJ'IyLICHHBIC PE3YIBbTATEI MOTYT CBUACTCIIBCTBOBATE O TOM, YTO KOMIIOHCHTEIL cMmeceit
JICTYYHUX BCUICCTB, CUHTC3UPYCMbBIC PA3JIMUHBIMU IITaMMaMH IMOYBCHHBIX 6aKT€pI/II71, OGJI&IIaIOT

pa3sHOi HHTUOUTOPHOM CIIOCOOHOCTHIO.

Ta6auua 7. Muarubuposanue pocra R. solani Ha 6 CyTKH COBMECTHOTO KyJIbTHBHPOBAHHS C
pa3n4YHbIME HITaMMamu Pseudomonas

Paccrosnue ot 6i0ka Crenenn
[Iramm C TpUOOM /10 TPaHUIIbI MHIMOUMPOBAHMUS
pocTa MUIIEJIHS, MM rpuba Ha 6 cyTKH, %
KonTpons 27,5 -

ATCC 13985 7,5 72,7
205-c 9,3 66,2
62 6,3 77,1
464 14,8 46,2
30-84 7,3 73,5
66 0 100,0
445 0 100,0

64 16 41,8
449 7,0 74,5

5.3.2. JleiictBue Ha Sclerotinia sclerotiorum
[MouBeHHbI# (uTOnaTroreHHsiii rpud S. sclerotiorum otHocuTes k oTHENy Ascomycota
SIBJISIETCSl BO30ynuTesaeM Oenoil THWIM TO/ACOTHEYHUKA. VcTouHMKamMu MH(EKIUH SBISIOTCS
MHUIIEINH, CKIEPOIIMH M aCKOCTIOPEI.
Bce wuccnemyembie mrammbl Pseudomonas wu Serratia momaBnsioT poct rpuba S.
sclerotiorum (Ta6suua 5). [lpu geficTBum OakTepHaIbHBIX JIETYYUX BeliecTB Ha S. sclerotiorum
NPOUCXOIUT TIO/IaBIEHUE pa3pacTaHusl MHLenus npuoamsurensHo Ha 40-50% OTHOCHTENBHO

KOHTPOJIA 0e3 BO3JICHCTBUS JICTYYHX BCHICCTB.

5.3.3. JeiictBue na Helmintosporium sativum

[TouyBeHHbIN uTomaToreHHslit rpud H. sativum otaocutcs k otneny Ascomycota. [Tpu
COBMECTHOM KYJIBTUBHUPOBAHUU C OAKTEPHSAMU-TIPOAYLIEHTAMHM JIETYYHX BEIIECTB €ro pocT
nonasiusiercs (Tabnuua 5), B npucyTcTBUM OaKTEPHi MOYTH HET CIIOP U CKIEPOLUH U pocT rpuda
ropa3zio MeHee IJIOTHBIM, yeM B KoHTpoJje. OHaKo, Ha 5 CyTKH COBMECTHOTO KYJIbTUBHUPOBAHUS
UHTUOUTOPHBIN 3((EKT JeTyunx BeIecTB OaKTepHil CHUkaeTcss mpuonusnutenbHo Ha 15-30%, a
IpY BO3JCHCTBHUHU JIETYYHX BEIIECTB, CHHTE3UpyeMbIxX mrammoM P. chlororaphis 445 moutu Ha
50% mno cpaBHeHuto c¢ 3¢pdexToM, HabmoAaeMbIM Ha 3 cyTKu. JlelicTBUE JIeTydyuX BELIECTB

S. proteamaculans 94 ua poct H. sativum seckosbko ociabeBaet Ha 6 cyTku. [Ipu gelicTBHH Beex
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ITAaMMOB-TIPOYIICHTOB JIETYYHX BEIIECTB HaOM0aeMblid 3 PeKxT okazancs GyHrUCTaTHIECKUM,
kpoMe 3ddekToB seryunx BemiectB mrammoB P. chlororaphis 64 u 66 na H. sativum. ITyssi
JICTY4UX BEIIECTB 3TUX IITAMMOB OKa3bIBaJId (PYHIHIIUIHOE BO3eiicTBre Ha H. sativum.

Takum o0Opa3oM, JleTy4re BellecTBa, CUHTe3Mpyemble Imrammom P. chlororaphis 66,
okaszaiuch Hanboiee 3(ppeKTUBHBIMU ITPH MMOAaBICHUH pocTa rpuboB R. solani u H. sativum, o
CpPaBHEHHMIO C JICHICTBHEM JIETYYHMX BEIIECTB IPYTHX IITAMMOB IMOYBEHHBIX Oaktepuid. [lo-
BUJIMMOMY, B COCTaB ITyJia JIETYYHX BELIECTB 3TOrO IITAMMA BXOJST COSAUHECHHUS, CIICHIU(DUICCKH
neicTByromue Ha KieTku rpudos. [Tosromy mramm P. chlororaphis 66 mosxer 6biTh Hambolee

MEPCICKTUBHBIM KaK areHT OMOKHTpOJIs (huTonaToreHHsix rpu6os R. solani u H. sativum.

5.3.4. leiicTBue Ha Apyrue rpudbl

I'pu6 Verticillium dahliae otHocuTcs K oTaeny Ascomycota U sIBiIseTCss (PUTOIMATOTCHOM.
OrtoT rpub BHI3BIBACT YBAJAHHE Y MHOTHUX BUOB PAaCTCHUH, 00CCIIBEUMBAHHE M CKPYYHBAHUE
JIMCTHEB, a TAK)KE MOKET CTAaTh MPUYMHOMN Trbesin HeKoTophix pacteHuit. ['pud V. dahliae pactuiu
Ha cpene PDA, tak kak Ha cpene Yameka oH mnouyru He pacter. llpu coBmecTHOM
KyJabTUBUpOBaHUHU Ha vamkax ¢ P. chlororaphis 449 waGio1anoch 3HAYMTENBHOE MOJIABICHUE
pocTa rpuda, rTudbl U CIOPbI KOTOPOrO OKA3alIHMCh PACIOJIOXKCHHBIMA B HauOoJiee yAaleHHOM
MOJIO’KEHUU 0T 449.

duronarorennsbiii rpud Colletotrichum sp. otHocuTest k oTeny Ascomycota u opaxkaer
AQHTPAKHO30M OTYpIIbl, apOy3bl, IBIHH, PEXE THIKBBL. [Ipy COBMECTHOM KyJIbTHBUPOBAaHUHU I'pUO
Colletotrichum sp. pacrunu Ha cpene Yameka, a Oaktepuu P.chlororaphis ma LA. Beuio
BBISICHEHO, YTO TPH BO3JACHCTBHM JIeTyunx BemiecTB Oaktepuit Ha Colletotrichum sp. pocr
MHUIIENUS B OIBITE U B KOHTPOJIE onHaKoB. Ho pocT rpuba B KOHTpoJie oKa3ascs 00Jiee TIOTHBIM.
Ha 6 cyTku pocta B KOHTpOJIE TOSBISIMCH CIIOPHI, @ B ONBITE — HET. Takke JIeTy4dne BeuiecTBa
Oakrepuii S. proteamaculans 94 u P. chlororaphis ne nefictByror Ha rpubsl Fusarium solani, F.
moniliforme u Perycularia oryzae.

Taxoke MBI HCCITEOBAINA CTETICHD MMOAaBIeHUs pocTa rpuboB S. sclerotiorum u V. dahliae
B 3aBHCUMOCTH OT CpPeJIbl, Ha KOTOPOil KyabTuBUpoBaiuck kietku P. chlororaphis 449. bakrepun
BeIpamuBaiu Ha cpenax LA u PDA. CymiecTBeHHON pa3HUIBI B MOAABICHUU POCTAa MHIISTHUS
S. sclerotiorum o6uapyskeHo He ObLT0. A Tipu AeiicTBuu JteTy4nx Bemiects P. chlororaphis 449 na
mramM V. dahliae Oosbirass MHrHOWpYyOIass CHOCOOHOCTh HAONIOJanach TPUH  POCTE
P. chlororaphis 449 na cpene LA, uem Ha cpeie PDA. DT0 CBUIETEIBCTBYET O TOM, YTO IIPH POCTE
kierok P.chlororaphis 449 nHa pasHBIX cpenax cOCTaBbl CMECEH JIETyYMX COCIUHCHUI

pa3INYaroTCA.
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Bbuto  ycTaHOBNIEHO, YTO JIETyYHME BEIIECTBA, OOpa3yeMble BCEMH TECTHPYEMBIMHU
mramMamu  Pseudomonas u Serratia moAaBisIOT pPOCT pazIMYHBIX TIpuOOB, OakTepuu A.
tumefaciens C58 u rimanotakrepuu S. Sp. PCC 7942, B ToM 4mcie JeTy4ne BEllecTBa mramma S.
proteamaculans 94. Takum 00pa3oMm, HECMOTPS HA TO, YTO ITOT INTAMM HE OBLI BBIICIECH M3
pu3ochepbl pacTeHUH, JeTy4ne BeECTBa, KOTOPhIE OH MPOAYIIMPYET CIOCOOHBI MOJIABISATh POCT
HIMPOKOT'O CIIEKTPa MUKPOOPTaHU3MOB, B TOM YHCIIE (PUTOIMATOTEHHBIX.

Taxke BHepBble OBUIO IOKa3aHO, 4YTO MOMOOHBIM aHTaroHUCTHYECKUl 3¢ dexkT,
0OYyCJIOBJICHHBI CHHTE30M JIETYYMX BEIICCTB, XapaKTePEeH IS pa3lMYHBIX IITAaMMOB P.
chlororaphis, BeigeneHHBIX U3 pa3HBIX reorpaduIecKuX 30H, U 4TO 3TO 00Ul 3¢ ekt bakrepuit

9TOIr0 BHUaaA.

6. U3yyeHue BIUSAHMSA MYTAllMil B TeHAX Ps/ia [JI00AaJIbHBIX PEryJsiTopoB
JIKCIPECCHHU IreHOB 0aKTepHil HA CMHTe3 JIETYYHX BellecTB

JInst onipeieNieHn s MEXaHU3MOB PETYJISIIIMU CHHTE3a JICTYYHX BEIIECTB ObLIO UCCIIC0OBAHO
BJIMSIHUE MYTAIUi B psific OaKTEpUAIbHBIX T€HOB, KOJUPYIOLIUX III00abHBIC PEryIsSTOPhl TEHHOM
9KCIPECCUH, Ha CHHTE3 JICTYYUX BEIECTB.

MytanTsl mrrammoB P. chlororaphis 449 u S. proteamaculans, ucrosp30BaHHbIe B paboTe,
noxydeHsl B JlabopaTtopuu perynsiiuyd SKCIPECCHMH TE€HOB B XOJE paHee IMPOBOMBIIHXCS
uccienoBanuidi, mytantel mramma S. plymuthica IC1270 monydenst B naboparopuu .0.H.
JI. C. Yepuuna Hepycanumckoro yHuBepcuteta. Ha3Banus MyTaHTOB yka3aHbel B TaOnuue 1 B
pasnene «Marepuansl 1 MeToab».

V wmytanta P.chlororaphis 449 rpoS wHakTMBHpOBaH TeH IPOS, KOAMPYIOUMH G -
cyosenuunny PHK-momumepasbl, koTopas OTBEYaeT 3a PETYJISIIUI0 KICTOYHBIX MEXaHH3MOB
OakTepuii IpU pa3IMYHBIX CTpeccax W MpPHU Mepexoje B CTAIMOHAPHYIO (a3y pocTa, BO BpeMs
KOTOpOW 00pa3yroTCsi BTOPUYHBIE META0OJIUTHI, B TOM YHCIIC, BOZMOXXHO, JIETy4He BEIIEeCTBa
OaxTepuil.

Myranus B rene gacS y P. chlororaphis 449 npuBoauT k moiaBieHHI0 CHHTE3a BCEX TUIIOB
AT'JI, obnapyxennsix y P. chlororaphis 449, k pe3koMy yMeHbIIEHHIO CHHTe3a ()EHa3HMHOB M
aHTaroHucTHyeckoil axrtuHocth [Veselova et al., 2009]. I'nmoGanmpHas peryasTopHas
JIBYXKOMITOHEeHTHas: cuctema GacA/GacS y 1ceBIOMOHaa KOHTPOJIHMPYET CHUHTE3 BTOPUYHBIX
METabO0JUTOB, TIO3TOMY MOXKHO OBUIO OXHJIAaTh, YTO MYTAllMs B F'€HE CCHCOPHOIN KWHAa3bl gacS
OyZeT MpUBOIUTH K CHIKEHUIO CHHTE3a JIETYYUX BEIIECTB.

UccnenoBanucy Mmyrantsl mtamma S. plymuthica IC1270, nedextabie mo renam grrA, grrS

WM rpoS, Tak Kak riobanbHas cucrema peryisiun GrrA/GrrS ssiusercs romomorom GacA/GacS
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cuctemnl P. chlororaphis, a ren rpoS komupyer o°-cyowsemunnny PHK-mommmepassr y S.
plymuthica 1C1270.

Knerku P. chlororaphis 449 conepkaT TreH, BBICOKO TOMOJOTHYHBIH reHy Vir P.
aeruginosa, orBerctBeHHOMY 3a cuHTe3 Oenka VIr (Virulence factor regulation), rmo6ansHoro
peryisTopa skcnpeccud reHoB y P. aeruginosa. OmHako, Hago MPHUHATH BO BHUMAHHUE, YTO
Oakrepuu mwtamma P. chlororaphis 449 ne siBisitOTCS BUPYJICHTHBIMH, TOATOMY (QYHKIIUH OelKa
Vfr B nmaHHOM cilydyae He CBsi3aHbl C peryisinuei (akTopoB BupyleHTHOCTH. benok Vfr
P. chlororaphis 449 romomoruuen Genky CRP Escherichia coli, rimo6ansHOMy perysstopy,
KOHTPOJIHpYIoIEeMy 3kcrpeccuto 6osee 100 renos B kiretkax E. coli.

benok Crp B wierkax E. coli HeoOXoauMm majisi TPaHCKPUIIMK TEHOB, KOIMPYIOIINX
B-ranakro3ungasy. Y P.aeruginosa mpoaykrt rena VIr ydactByer B KoHTpoie cuHTe3da AlJI;
MyTalysi B 3TOM TeHe MONHOCThI0 cHuMmaeT cuHTe3 AIDJI. IlonmydeHHble paHee HaHHBIC
MOKa3bIBAIOT, YTO MyTalus B rene VIr He Biauwsier Ha cuHTe3 AIJI ¥ Ha cuHTE3 (peHA3HHOBBIX
anTuOnotukoB mramMmmom P. chlororaphis 449.

Jns w3ydenus ponu QS cucTeM B peryisiuM pa3iUyuHBbIX KICTOYHBIX MPOLIECCOB
P. chlororaphis mer mcmons3oBanu mrammel ¢ miasmugamu P. chlororaphis 449/ pME6000 u
P. chlororaphis 449/pME6863.

[Mnaszmuna PMEG6863 Hecer ren makronasel AiIIA Bacillus spp. mramma A24,
KJIOHMPOBaHHbI B BekTopHO# mnasmuae PMEGO000 [Lipasova et al., 2009]. ®depmeHT
roMmocepuHiakTonasza pacueruisier AIJL, T.e. orkmouaer QS-cuctemsl. Bektop pPME6000 6611
UCIIOJIb30BaH B KAYECTBE KOHTPOJIS.

B pabore wucnonp3oBanuch NOJy4eHHbIE B 0Oojee paHHUX padoTax C MOMOUIbIO
TPaHCIO30HHOTO MyTareHe3a kioHbl P.chlororaphis 449:miniTn5-14 u 449::miniTnS-3 ¢
MOBPEXICHHBIMA TeHaMu (eHasumHoBOro omepona, phzA wu phzB (449:miniTn5-14 wu
449::miniTn5-3, COOTBETCTBEHHO), OTBETCTBCHHBIMU 3a CHHTE3 BTOPHYHBIX METaOOJIUTOB,
(heHa3MHOBBIX AHTUOMOTHUKOB.

Jlnst u3ydenus: BiausHus QS peryisiuy Ha aHTAarOHUCTHYECKYIO aKTHBHOCTH 33 CYET
JEeTy4YHX COeIMHeHnH y OakTepuii S. proteamaculans, B paboTe HCIOIb30BaN TIOTyYSHHBIC paHee
MyTaHThl SPri” u SPrR°, y xoropeix Hapymen cuHTe3 AIJI-cHHTa3bl M pelenTopHOro Oenka,
ces3piBarorerocs ¢ AI'JI mpu QS peryssiuu, CooTBETCTBEHHO.

B xo1e paboTsl mokaszano, uro MyTtaiu B rerax gacS P. chlororaphis 449, a taxke B renax
grrA u grrS S. plymuthica IC1270 cHmxkanum MHrHOMpYyIOIIee pocT arpoOakTepuil JeicTBHE
aeryuux BemiectB (Tabmmua §), mo-BUAMMOMY, 3a CYET CHID)KEHHUS CHHTE3a ATHX BEILECTB.
[TpucyTcTBHE MIa3MUIBI C TEHOM JIaKTOHAa3bl B KiteTkax P. chlororaphis 449 u myranmii B renax

sprl u sprR S. proteamaculans 94, kourpoaupyronux pyHkirHoHUpoBanue QS crcreM, a TaKkKe
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MmyTaiuii B renax rpos, vir, phzA, phzB P. chlororaphis He Bausiin Ha CHHTE3 JIETYYHX BEIIECTB
(Tabmuua 8). IIpogyKThl 3THUX T€HOB, IO-BUIAMMOMY, HE YYacTBYIOT B PEryJsUd
AQHTarOHUCTHYECKOW AaKTUBHOCTU YKa3aHHBIX OaKTEepHil, OOYCIIOBIEHHONW CHHTE30M JIETY4HX

COCTUHEHUN.

Ta6auna 8. JleiictBue myrantoB P. chlororaphis 449, S. plymuthica IC1270 u S.
proteamaculans 94 na poct A. tumefaciens C58, S. sp.PCC 7942, R. solani

Mramm A. tumefaciens C58 | S. sp.PCC 7942 R. solani

449 rpoS - - -
449 gacS + + +
449 vfr - - -
449/pMEG000 - - -
449/pMEG6863 - - -
449 Tn5-3 - - -
449 Tn5-14 - - -
S. plymuthica grrA + - -

S. plymuthica grrS + - -

S. plymuthica rpoS - - -

Sprk” - - -

sprl” - - -

7. Cunre3 HCN mrammamu poaos Pseudomonas u Serratia

Cpenu neTydux BEILIECTB, BbLACIIEMBbIX OakTepusMu pomoB Pseudomonas u Serratia u
MHTUOMPYIOLINX POCT MUKPOOPTaHU3MOB, IPUCYTCTBYET JIETYy4ee HEOPraHUYECKOe COeTMHEHNE —
rmanu]] (HCN), U3BECTHBIN Kak «JIeTy4nii» aHTHOMOTHK M (PAKTOp OMOJIOrMYECKOro KOHTPOJIS
MHOTHX TIOJIE3HBIX PU30C(hEpHBIX INTAMMOB, OTHOCAIIMXCS K poay Pseudomonas [Pierson u
Thomashow, 1992; Corbell u Loper, 1995; Voisard et al., 1989]. [Tosromy MbI uCCIIeIOBAIN
CHOCOOHOCTh M3YYaeMbIX LITAMMOB-TIPOAYIIEHTOB JIETy4uX BemiecTB cuHTe3upoBatb HCN, B
Ka4ecTBe MOJ0KUTEILHOTO KOHTPOJIS uctonb3oBain mrammel P. aureofaciens 30-84 [Svercel et
al., 2007] u P. fluorescens Pf-5 [Blumer u Haas, 2000], a P. fluorescens 2—-79 [Blom et al., 2011]
B Ka4eCTBE OTPULIATEITLHOTO KOHTPOJIS.

PesynbraThl, npeacraBiennsie B Tabnuue 9, mokaspiBatot, uto mrammel P. chlororaphis
449, 62, 64, 66 u 464 cunresupoBanu 3HauuTenpHble KonmuuectBa HCN. Ilpu 3tom npyrue
ITaMMBI, 00JIaJIalOIINE CHIIBHBIM MHTUOUPYIOMUM 3(PHEKTOM 3a CUET CHHTE3a CMECH JIETYyUnX

semtectB P. chlororaphis (445 u 205), S. proteamaculans 94, S. plymuthica IC1270 u myraHT
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mrramma P. chlororaphis 449 o reny rpoS moutu He CHHTE3UPYIOT UaHUA. TeM He MeHee, MyJIbI
JIETY4YHMX BEIIECTB, BHIICIACMBIX BCEMH STHMH IIITAMMAMHM, HE3aBUCHMO OT TOTO, CHHTE3HPYIOT
oun HCN wiu HeT, oka3blBaM CHIbHOE HMHTuHOMpyromee aericteue Ha A. tumefaciens C58,
Synechococcus, R. solani, u H. sativum (Ta6mawumst 5, 8). AHagOrHYHBIM 00pa3oM, IITAMMBI, HE
cuntesupyromme HCN, BeibiBaim rudens Drosophila, uto ykassiaeT Ha TO, YTO HabIIOAaeMble

3¢ (heKTh 00yCIaBIMBAIOT IPYTUE JETYYNE COSAMHCHHUS.

Ta6auua 9. Cunres unanuaa wramMmamu Pseudomonas u Serratia

HItamMmMeI Cunres CN™, mr/n
P. chlororaphis 30-84 0.010
P. chlororaphis 62 0.020
P. chlororaphis 64 0.012
P. chlororaphis 66 0.035
P. chlororaphis 445 0.002
P. chlororaphis 464 0.030
P. chlororaphis 205 <0.002
S. proteamaculans 94 <0.002
P. fluorescens Pf-5 0.030
P. fluorescens 279 0.000
P. fluorescens B-4117 <0.002
S. plymuthica IC1270 0.000
P. chlororaphis 449/ gacS 0.000
P. chlororaphis 449 0.020
P. chlororaphis 449/ rpoS <0.002
P. chlororaphis 449/pME6863 0.002-0.004

Cnoco6nocts cuntesupoBath HCN oTinuaercs y pasHbix BuAoB Oaktepuii [Stotzky u
Schenck, 1976]. Muorue Buasl Pseudomonas cunresupyror HCN mipu neiicTBum npoTuB rpudoB
[Voisard et al., 1989; Haas u Défago, 2005]. I{uanua WHrHOMpPYET aKTHBHOCTh HEKOTOPBIX
METaIIOCOAEPKAIIUX (EPMEHTOB, OCOOCHHO IIMTOXPOM C-OKCHJa3bl JIBIXaTENFHON LENH
nepeHoca AmekTpoHoB. [loatomy HCN MoxeT BbI3BIBaTh TOKCHYeCKHH 3(D(deKT y a’dpoOHBIX
MHUKPOOPIaHU3MOB, OOHMTAIOIINX B OJHOU HuIlle ¢ OakTepussmu pogaa Pseudomonades [Effmert et
al., 2012].

Ha mnpumepe Oaktepum P. aeruginosa Obuio mokazaHo, uro OwocuaTte3 HCN
koHTpoaupyercs: QS perymsameit [Pessi u Haas, 2000]. B pa6ore [Chernin et al., 2011]
NpPE/ICTABICHBl JAHHBIE O TOM, YTO JIETY4YHE BEUICCTBA, CHHTE3UPyEeMble PH30CHEPHBIMU
mrammamu P. fluorescens B-4117 u S. plymuthica IC1270 moryt uaruduposath QS perysnsiuto
pasnuuHbIX Oaktepuii, B ToM umciae Agrobacterium, Chromobacterium, Pectobacterium u
Pseudomonas. IToaTtoMy BO3MOKHO, YTO CHHTE3 COOCTBEHHBIX JIETYYHX BEINECTB IITaMMamu P.

fluorescens B-4117 u S. plymuthica IC1270 uaru6bupyer OMOCHHTE3 IIHAHUIA.



98
8. Onpenenenne aeiicTBUs JeTyUHX BellecTB 0akTepuil Ha Apo3oduty

Mpl rcceoBaIK ACHCTBUE JICTYUUX BeIIecTB mTaMMoB Oaktepuit P. chlororaphis 449,
P. fluorescens B-4117, S. plymuthica IC1270 u S. proteamaculans 94 wa nposzodpuny (D.
melanogaster).

DKCIO3UIHMS MyX C IIYJIOM JIETYYMX BEUIECTB, BBIICISIEMBIX KaKIBIM U3 INTAMMOB-
IPOJYIIEHTOB, NMPHBOAMIA K HEOOpaTHMOW THOEIH BCeX Apo30(MII HA CICIYIOUIHE CYTKH
(Tabmuua 10). B koHTpodsiX mpu COONIOJCHUM TEX K€ YCIOBUI KyJIbTHBUPOBAHHUS, HO B
OTCYTCTBUM OaKTepuid, CHHTE3UPYIOIIUX JIETYYHe BEIIECTBA, BCE MYXH OCTABAJIMCh JKUBHI I10
MEHBIIICH Mepe B TeUEHHE 5 THEeH HAOIIOACHUN U COXPaHSUTH CIIOCOOHOCTh K PAa3MHOKCHHIO.

JloOaBiieHrEe aKTHBUPOBAHHOTO YIJIsl HA THO KOHTeHHepa ¢ myxamu u P. chlororaphis 449
HOJHOCTBIO HEHWTPAJIM30BBIBAIO HMHIHOUTOPHBIN d(dekT aeiicTBUS JeTydyrX BEIISCTB Ha

Ipo30(duiI, BCe OHU COXPaHsIU Ku3HecrnocobHocts (Tabmuima 10).

Ta6auna 10. [IeiictBue neTyunx Bemects Pseudomonas u Serratia na D. melanogaster

Bpewms 24 qaca
bes AKTHUBHUPOBAHHOI'O C AKTHBHUPOBAHHBIM
[ITamMmBbI YISt yIiIeM
KonTtpounb 10* 10
P. chlororaphis 449 0 10
P. fluorescens B-4117 0 10
S. plymuthica I1C1270 0 10
S. proteamaculans 94 0 10

Ilpumeuanue. *KonnaectBo Myx

9. Onpenesnenue eiicTBUS JeTy4YnX BellleCTB 0aKTepPHil HA HEMATObI

DKCIepUMEHTHI ¢ HEMATO/laMH MTPOBOANIMCH COBMECTHO C COTPYAHHUKAMU J1JaOOPaTOPUH
A.C. MuponoBa T'ocymapctBenHoro HIWM reHeTukn # CeNEeKUMM MPOMBIIUIEHHBIX
mukpooprann3mos, C.1O. Epemunoii u O.A. KatkoBoi-)XXykomkoi.

Jlig ompeneneHus] BIUSHUS JIETYYMX BEIIECTB OaKTepHil Ha KU3HECHOCOOHOCTh U
passutue Hemaron C. elegans mccnenoBanus NpOBOAMINCH IPU COBMECTHOM KYJIbTHBHPOBAHHU
C YeTBIPbMS IITaMMaMH, MPOAYLUPYIOIIMMHU JieTyune BemiectBa, — P. chlororaphis 449, P.
fluorescens B-4117, S. plymuthica IC1270 u S. proteamaculans 94. B npucyTcTBUH KaXKa0ro u3
3TUX OaKTepUabHBIX IITAMMOB ITOABMKHOCTh YEPBEW U YPOBEHb UX PENPOAYKTUBHOCTH 3aMETHO
najanu B TeueHue 24-72 wyacoB. BosgeilicTBue seTyuyumx BemIeCTB OaKTEpHAIbLHOTO
NPOUCXOKACHUS TPHBOAWIO K 3aMETHOMY 3ame uieHuto passutus C. elegans mo cpaBHeHuto ¢
KOHTPOJIEM, TJIe OTCYTCTBOBAIN OAKTEPHU-TIPOAYLICHTHI JeTyunux BeniecTB. Hanbosee cHIIbHBIN
s¢dexT HabIIOAaICS MPU ASHCTBUH JIETYYHX BEIIeCTB, BeiAcaseMbIx S. plymuthica 1C1270. B

BapHaHTax COBMCCTHOI'O KYJIbTUBHPOBAHUA C OTUM IITaMMOM Ha6moz[ana01> HECIIOCOOHOCTh K
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OTJIOXKEHUIO SIUI HEMaToJaMH U OTCYTCTBME IOBEHAJIBHBIX (DOpM, Kpome TOro, 4YepBH,
HaxonuBmmecs B L4 cragum, u B3pocibie ocobu morudanu B mepuoj 3—8 aHeH mociie Havana

skcnepumenToB (Tabnuma 11).

Ta6auua 11. [leiictBue netyunx BemectB Pseudomonas u Serratia na C. elegans. Komuuecto
L4 u B3pocibix ocobeit, smir, L1-L3 dhopm cuntanu Ha 3 u 8 IeHB.

o Pa3Butne HemaTo]
Bospeiicteue Ha
HEMaTOMbI JIETYIHX 3 flew 8 niewn
A Y L4 B3pocinsie . L1-L2 B3pocinsie . L1-L3
BEILECTB IITAMMOB Sitna Siina L4 dopmsr
($hopMbI | HEMATOABI ¢opmbl | HeMaTOABI (hOopMEI
. 14+3
P. chlororaphis 1.2+0.2 1.3+£0.3 x 14+0.3
449 6+2 4+ 1 « 102 (T(I)_nll))lco 102 25+5 « 102 0
P. fluorescens 1.5+0.4 2+0.5x% ~3 x 3+1x | 1.5+0.5x
B-4117 0 10 <100 | P 102 10° 107 102
S. plymuthica
1C1270 10 0 0 0 0 0 0 0
7+ 3 1.5+
S. prote&;rzaculans 642 519 14 14 (om0 2 i1%.24 X 0.4 x l.i jlcogj 0
L1) 102
KonTtpous (6e3 3+1x | 2+£0.6 s | ~4x _ s | 3
OakTepuit) 0 10 102 102 42110 104 310 4x10

10. Onpenesienne Ka4eCTBEHHOI0 COCTABA CMeCH JIETY4YHX BelllecTB

CocTaBbl IETy4uX CMECEH ONpeAesIiNCh C MOMOIIBIO ra30-TBep10¢a3HOi XpoMaTo-mMacc-
CIIEKTPOMETPUU C MHKPOIKCTpaKimen o merony, onucannomy B [Dandurishvili et al., 2011].
[Mpopumu JIOC onpenensimu (yuautbiBas coBmageHue > 95%) Ha 0aze Macc-CreKTpaibHOU
oubmuorexn (Data Version: NIST 05, Software Version 2.0d) ¢ momompi0 MmporpamMsi
XCALIBUR v1.3 (ThermoFinnigan, Cau-Xoce, Kamudopuus). DTa 4acTh HCCICIOBAHUS
npoBoausiack B jJaboparopun a-pa JI. Uepnuna, MepycamuMckuil yHUBEpCUTET (COBMECTHas
paborta).

da3za 1 ycrnoBHs pocTa MOTYT BIMATH Ha COCTaB CMECH JIETyYHX BeELIECTB OakTepui,
MO3TOMY OBLITH OTIpEeAeNIEHBI COCTaBbl CMECEH JIETYYHX BEIIECTB MPH KYJIbTHBHPOBAHUH IITAMMA
P. chlororaphis 449 na aByx cpemax - LA u PDA. O011iee SMUCCHS JIETYYHX BEIIECTB JOCTUTAET
BBIXOJIa Ha TUIaTO MeXay 3 u 4 cyTkamu mocie uHokymsiuu [Kai et al., 2007], mostomy aHamu3
COCTaBa ra3oBBIX CMECel MPOBOJIMIIN Yepe3 CYTKH U yepe3 3 CYyTOK pocTa OakTepuil.

[To manHBIM Xpomaromacc-criekTpomerpun y mramma P.chlororaphis 449 mocne
KYJIbTUBHPOBaHUA 24 M 72 4Yaca CHUHTE3HPYIOTCS OTCYTCTBYIOLIME B KOHTPOJIAX BEIIECTBA:
TUMETHIITUCYTbGUA, 2-renTanoH, 2,2,4,6,6-neHTaMeTni-3-renTeH, yHueneH-1, 2-HoHaHoH, 2-
VHIIEKaHOH, jneueH-l-on amerar, 1-Oyranon, 2,4,4,6,6,8,8-rentamerun-1-HOHEH, KOTOpBIE

MOTEHIMAIBLHO MOTYT ONPECISITh aHTAarOHUCTUYECKYIO aKTHBHOCTH 3TOro0 mtamma (Tabnuma 12).
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Taoauna 12. Cocras JIOC, npucyrcTByrommx B ra3oBoii asze mramma P. chlororaphis
449 nipu kynbTHBUpOBaHUM 244 u 7249 Ha cpeae LA u 724 Ha cpene PDA

IIpobGa LA 449 LA 449 PDA 449
Coennnenune LA_K | PDA_K 24y 724 7249

3-MeTunOyTaHab + +

O-IIMHCHUJIN CXOXKHE + + +

1-6yranon + +

4 A-numeTnii-2-HeolleHTII-1-11eHTen
WU CXOXKUE

2,2,4,6,6-11eHTaMETHIITENITEH-3 WU
CXOXKHUE

(3E)-2,2,3,5,6-nmenrameTnin-3-renTeH
WU CXOXKHUE

benzanpnernn +

2,4.4.6,6,8,8-renmramerui-1-HoHEH
WU CXOXKUE

dennnaneraibIerug +

2-3TiI-1-1eKaHOJI WU CXOXKHUE +

aumernaaucyabpux (AMIAC) + + +

2-TeNTAHOH + +

2,2,4.6,6-rteHTaMeTII-3-TENTEH WIN
CXOXKHE

yHaeuneH-1 +

2-HOHAHOH

2-yHIeKaHOH

+ |+ |+ |+
+ |+ |+ |+

z[eueH-l-on alcTaT UK CX0XKHUC

|+ |+ |+ ]|+

MCTHJITHOALCTAT

Z-3,4,A-TpumeTun-2-neHTeH

(dbeHunaneTasbIeTuI

HGI/IIIGHTI/I(i)I/IHI/IpOBaHHI)IC CIIMPTHBI +

AJIKUJIKCTOHBI +

Ilpumeuanue. LA K — cocras JIOC B kontpoiie Ha cpene LA; PDA K — cocras JIOC B
KOHTpoJe Ha cpene LA.

B nambosnpmem komuuectBe y mrtamma P. chlororaphis 449 cuntesupyrorcs nerydne
BemectBa — l-yHaenen (64.5+9.1%), 2-womanon (14.4+5.0%) wu 2-yumexanon (12.0+3.6).
CTpyKTypsl 3THX coequHEeHHUH npeacrasieHsl Ha Pucynke 15. Jpyrux JIOC npoayuupoBanocsh
3HAUUTENHHO MEHBIIIE, OHU ObUIN IeTEKTUPOBAHKI B KonudecTBe oT ~0.1 10 1.4% ot obmrero myna
JIOC. V mramma S. plymuthica IC1270 B ra3oBoii CMeCH JIETy4HX CEHIECTB [0 JaHHBIM
XpOMaTOMacC-CIEKTPOMETPUN MPUCYTCTBYET B HaWOOJBIIEM KOJIMYECTBE JIETyuee COCAUHEHUE
JIMJIC — 50-70% [Dandurishvili et al., 2011]. Ipyroii mramm S. proteamaculans 94 takxe B

HanOobIMX KoiuuecTBax cuHtesupyeT JIMJIC (68.7+15.3%), B cMecH JIeTyduX BEIIECTB 3TOTO
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mramMmma nmpucyTeTByeT u 2-rentanoH (1.5+0.2%) (Popova et al., 2014). Ctpykrypst AMJIC u 2-

rernTaHoHa npejacTaBieHbl Ha Pucynke 15.

NGEXK NGNS 2-yHuCKAHON
/S \ 8 AMAC

\/\/\/\/\/ 1-ywacuen I
\ O

2-nonnuon

Zevemranon

Pucynok 15. Xumnueckue crTpykTypbl HHAuBHAyanbHbIX JIOC, neilcTBue KOTOPBIX

U3y4ajoch B paboTe

11. [TeiicTBUe HHAMBHUAYAJIbHBIX JIETYYHX COeIMHEHNUI HA Pa3/IMYHbIe

NMPOKAPUOTHYECCKUEC H IYKAPUOTUYECCKHE OPIraHU3MBbI

11.1. JeiictBue JIOC Ha MUKPOOpPTraHU3MbI

Wurubupyrommii sddext wmaauBuayanbHbix JIOC, cuHTE3MpyeMBIX B HauOOJbIIEM
KOJIMYECTBE, ONPEICISIICS 10 X JeicTBHIO Ha bakTepuio A. tumefaciens C58, inano6akrepuro S.
sp. PCC 7942 u rpu6 R. solani (Tabmuua 13). Bakrepuocratudeckuii addexr IMIC Ha A.
tumefaciens C58 ObLT mpoJEeMOHCTPUPOBAaH paHee Ha HECKONbKMX mTammax Agrobacterium
[Dandurishvili et al., 2011] u moarBepskaeH B qanuoi padore. JIMJIC B komuuectse 100 MKMOJIB
MOJTHOCTBIO MOABIISET POCT nuaHobakTepuu Synechococcus sp. PCC 7942.

3HaunTenpbHOe HHrHOMpoBanue mramMmmoB A. tumefaciens C58, S. sp. PCC 7942 u R. solani
HaOII01ANIOCH TIPH JeUCTBUH KeToHa — 2-HOHaHOHA (PucyHok 16). JIpyroit keToH, 2-yHICKaHOH,
B koiruectBe 100 MKMOJIB MOJMHOCTRIO MHTHOMPYeT poct S. sp. PCC 7942 u R. solani, Ho He
OKa3bIBaeT 3HaunTeNbHOro 3 dekra Ha mramm A. tumefaciens C58 (Tabmuma 13).

HecmoTpss Ha TO, 4TO H3ydaeMmble OaKTEpUU-TIPOIYLIEHTHl JIETYYHX BEIIECTB, HE
CHUHTE3MPYIOT 2-TeNTaHOH B OOJIBIIMX KOJIMYECTBaX, B paboTe OMpeeNnsyioch ero JeHCTBHE Ha
pa3IYHbIE OPTaHU3MBI i CPAaBHUBAJIOCH C ICHCTBHEM JIBYX JIPYTHX KETOHOB. BBIITO ITOKa3aHO, U4TO
2-TenTaHoH 00J1afaeT CHILHBIM HHruoupyrommm ¢ dexrom Ha poct A. tumefaciens C58 u S. sp.
PCC 7942, B To Bpems kak 3¢ ekt Ha R. solani 6bu1 Menee BoipaxkenHbM (Tabmuma 13). Bo Beex
ciryqasx ¢ ¢ext >tux JIOC Ha R. solani 6pu1 pynrucratnueckum. Cxoxkast (QyHTHCTaTHUECKAS
aKTUBHOCTh HaOmromanach npu aedcteun JIMJIC Ha HekoTopble (QUTONATOr€HHBbIE TPHUOBI,
Bkiovyas R. solani. 1-yHjerieH He OKa3bIBajd 3HAYMTENBHOTO 3(¢eKTa HU HA OJUH U3 TPEX

TECTUPYEMBIX MUKpoopranu3MoB (Tabmuia 13).
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Tao6muna 13. [eiicteue JIOC na Agrobacterium tumefaciens C58, Synechococcus sp. PCC
7942 u Rhizoctonia solani. Bce skcriepuMeHThI ObLIH MPOBEACHBI B 3-4 MOBTOPHOCTAX Ha JIBYX
WK TPEX YaliKax JJist KaK/I0ro BapraHTa.

. S. sp. PCC 7942 .
A. tumefaciens C58 (KOE) (KOE) R. solani (mm)
J16C KonuuectBo JIOC (MKMOJIB)

10 100 100 10 100
2-HOHAHOH 2+0.4 %10 - - 4+0.9 -
2-rerTaHoH 34+0.2 x 10° - - 9+4 4+0.7"
2-YH/ICKaHOH 4+1x10" 3+£1x10% - 6+1.5 -
IMJIC 440.8 x 10! 4+2x 101 - 13+3 9+3
1-yHaeneH 3+0.6 x 10! 3+1x10! 2+0.3 %10’ 12+4 11+2
KonTposb 11 7

+ + +
(6¢3 JTOC) 1.6+0.6 x 10 4+£1x10 14+3

Ilpumeuanue. “«-» HET BUIMMOTO POCTA.
“"PaccrosHEEe MexIy 610KkoM ¢ R. solani u BHemHelH rpaHueil MAneans (Mm).

W3 mMukpoopraHu3MoB HambOosiee UYyBCTBUTENBbHBIMH K peiictBuio JIOC okazamuch
nuanoOakrepun (Pucynok 16). HemaBHO ObUTO TOKa3aHO, YTO JIM3UC ITMAHOOAKTEPHATBLHBIX
KJIETOK BbI3bIBalOT HekoTopbie JIOC, Takue Kak 8-MeTHiI-2-HOHAHOH, 2-JC€KaHOH U 3-MeTui-1-

oyranoi [Ozaki et al., 2008].

Pucynok 16. A. IlogaBnenue pocta S. sp. PCC 7942 B mpucyrctBum 2-HOHaHOHa. B.
KonTposns ¢ Boioil BMecTO 2-HOHaHOHA

11.2. eiictBue JIOC Ha apo3o¢uily 1 HeMaToAbI

[ToMIMO 3HAYNTETPHOTO HHTHOUTOPHOTO JCHCTBHSI HA TPUOBI M OaKTEPHUU HCCIICTOBAHHBIC
JIOC oxka3biBaniu cuitbHBIN 3 ekt Ha xu3Hecrmocoonocts D. melanogaster u C. elegans. JIMJIC
U KETOHBI 2-HOHAHOH U 2-YHJCKAHOH B KOJIWYeCcTBE 25 MKMOJIb YOMBAJIM HEMATO]l MOCIE TPEeX
nHel skcno3uiuu ¢ HuMu. [pu geiictBum 25 Mxmonb 2-rentanoHa 100% L4 dbopm Hemaron,
MOMEIICHHBIX Ha YalllKH B HavaJie SKCIIEPUMEHTOB, Pa3BHIINCh BO B3POCIBIX OCOOEl B TEUEHUE
MEePBBIX TPEX THEHW MHKYOAIMH, HO TTPU 3TOM OHHU OBUIH JIMIIICHBI CIIOCOOHOCTH OTKJIA IbIBATH S
M, COOTBETCTBEHHO, Ha 4alllkaXx HaOII0JAIOCh TOJHOE OTCYTCTBHE FOBEHAIBHBIX (HOPM.

JanpHeiimas nHKyOaIus ¢ 2-renTaHoHOM NMPUBOMIIA K THOEIH BCceX HeMaTo . AJKeH |-yHaeneH
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B OTJMYHE OT APYI'MX HHIMBHIYAIbHBIX COCIMHEHHI He momaBiser poct A. tumefaciens,
Synechococcus u R. solani, oxHako, 3T0 COeIMHEHUE OKA3aJi0 CHUJIBHOE BIIMSHUE HA Pa3BUTHE
Hematozbl C. elegans. 1-yuaenen nHruOuposai pazsutue Hemaron. Ha 3 nenp uHkyOarmu c 1-
yHIIeUeHOM (25 MKMOIb) Ha yamikax Obuto obHapyxkeHo 30% B3pocibix Hemaron, 15% suu u
orcyrcrBue L1-L3 roBenansubix popm. Ha 8 nenp Ha yamkax 66010 23% B3pocibix HeMaTon, 5%
sun 10% L1-L3 roBeHabHBIX (hOpM, TP 3TOM OTCYTCTBOBaM ocobu B L4 ¢popme. B konmuectse
100 mxmop 1-yHIe1eH NpUBOAMI K THOETH BCEX HEMATO/1 B TeUSHHE 3 JTHE.

Ha »xwusnecriocoonocts D. melanogaster nan6onee cuiabHbIi 3G dekT HAOTIOAAICS TIpU
nericreun JIMJIC, 2-rentanona u 2-HoHanoHa. 9tu JIOC oka3biBayiv JeTabHBINA 3D PEeKT HA MyX
yxke B konmmdectBe 5-10 Mmkmonb, 1-yanenen B komudectse 25—100 MKMOITB TaKkKe TPHUBOIAIT K MX

rubenu. Hanbonee cnadwiit 3¢ dext na Drosophila okasan 2-ynnexkanon (Tabnuna 14).

Taoauua 14. JleiictBue nnauBuayanbabix JIOC na D. melanogaster

JIOC KosnnvectBo BekuBIIMX Myx Drosophila
Komuuectso JIOC (MkMOJIB)

5 10 25 100
JIMJIC 3+1 0 0 0
2-HOHAHOH 5+2 3+1 0 0
2-TeNTaHOH 3+1 0 0 0
1-yupueneH 10 +0 10+0 0 0
2-yHJIEKaHOH 10 +0 9+1 7+2 4+ 2

Ilpumeuanue. B xaxmoii npobupke B Havane ombita 6bu10 10 10 MyX, B TabiHIe yKa3aHO YUCIO MYX,
OCTaBIIIUXCS B KUBBIX 4epe3 5 nHelt mocne nobdasnenust coorBercTByonnx JIOC. B KOHTpONBHBIX BapHaHTax BCe
MYXH OBIIH KHBHI.

[Itammer P. chlororaphis 449 u S. proteamaculans 94 npoayuupoBau o MeHbIIIei Mepe,
14 u 6 uaeHTU(UIMPOBAHHBIX COEIUHEHHUM, COOTBETCTBEHHO. OUYEBHIHO, UYTO OTO JIHIIb
HeOOoJIbIlas YacTh BBIJENISIEMbIX JIETYYHX BELIECTB, OOHAPYKEHHBIX Ha CETOAHSIIHUN JeHb IS
pasnnunbix Oaktepuii [Kai et al., 2007; Kai et al., 2009; Muller et al., 2009; Zou et al., 2007], uro
CBHJICTEJILCTBYET O TOM, YTO MHOTHE JPYTHE COSAMHEHUSI OCTAIOTCS OOBEKTaMU I M3YUYECHUSI.
Henp3st MCKIIIOUATH, YTO TTOMHMO JIETYYHX BEIIECTB, TECTUPYEMBIX B 9TOH paboTe B KayeCTBE
OT/IENIbHBIX XUMUYECKUX COEUHEHN, HEKOTOPBIE IPYTHUe JIETYYHE BEIIECTBA MOT'YT BHECTU CBOM
BKJIaJ] B HaOmoaeMbie d(PEeKThl KaK 4acTh IMysia OMOIOTUYECKH aKTUBHBIX JIETYYHX BEIIECTB,
MPOIYITUPYEMBIX TECTUPYEMBIMHU OAKTEPHUSIMHU.

Cunres neryuero cepoconepxkaniero coenuHenust JIMJIC B HacTosiee BpeMs aKTUBHO
UCCIIEyeTCs B KaueCTBE aJbTEPHATHUBHI (DyMHUTALIMU TMOYBBI C TIOMOIIBIO OPOMHUCTOTO METHIIA.
Taxoke mpennonaraercs, yro AMJIC nelicTByeT B KauecTBe NMPUPOJHOTO (PyMHraHTa M MIPaeT
posib B ecTecTBeHHOM 3ammTe pacteHuit [Kyung u Lee, 2001]. B psnge paGoT Obuta mokaszaHa

aktuBHocTh JIMJIC B KoHTpoJsie pocta ¢uTonaToreHusix rpudos [Kai et al., 2009], copuskos
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[Freeman et al., 2009], a Tax:xe Hemaroxa [ Coosemans, 2005]. Dtu cBegeHus OBLIH TOATBEPIKIACHBI
U pacHIMpeHbl ycraHoBiaeHueM (aktoB o ToM, urto JMJIC MOXeT MmomaBisATh POCT IITaAMMOB
Agrobacterium [Dandurishvili et al., 2011; Popova et al., 2014], a Takkxe POCT MHIICIHS
HECKOJIBKUX (huTOnmaToreHHsix rpubos, uepseii (C. elegans) u nacekomsix (D. melanogaster).

Kpome IMJIC, u apyrue JIOC, mpomymupyemMble pu3ochepHbIMH OAKTEPHSIMHU, MOTYT
OCYIIECTBIIATH (YHIHCTATHUECKOE U OaKTepHOCTaTHIeCKOe JeiicTBre B mouBe [Zou et al., 2007].
Heopranuueckue 1 opraHMyeckue JIETy4yUe COEIMHEHHUS MOTYT IPUCYTCTBOBaTh B MOYBEHHBIX
MUKpPOKaNWIUISIpaX B ONpEAENEHHBIX  JMala3oHaX  KOHLEHTpaUUd U TIPOSBIATH
byHrucraTuueckyro akTBHOCTh B ouse [Wheatley, 2002].

Muxkpo6ubie JIOC criocoOHBI B3aUMOJICHICTBOBATh C HACEKOMBIMU KaK X€MOATTPAKTaHTHI
U pEeNeiUIeHTH W MOTYT TPHUBOJUTH (HOPMUPOBAHHIO HEHUTPANBHBIX, TIIOJIE3HBIX WU
AHTAarOHUCTHYECKUX OTHOILIECHUI MEXIy BUIaMH B OOIIMX SKOJOTHYECKHX HUIIax. M3ydeHue
CIIOCOOHOCTH HACEKOMBIX BOCIPHUHHMATh XMMHUYECKHE CTUMYJIBI U pPearupoBaTh Ha HUX JaeT
BO3MOXXHOCTb TJIy0>KE€ MOHSTH 3BOJIOLHUIO0 MOBEIEHUYECKHX PEAKIMII HACEKOMBIX Ha JIETy4He
coenunenus: [Davis et al., 2013]. Hekoropeie JIOC, BbIICnsieMbie Tpubamu, Harmpumep, 2-
OKTaHOH, 2,5-numetnindypan u 3-okTaHoi, puBoAsT k rudbenn D. melanogaster, otuactu us-3a
obpa3zoBanus akTUBHBIX Gopm kuciopoaa [Inamdar et al., 2010; Inamdar et al., 2012]. I'opasxo
MEHbIIIE U3BECTHO 0 MexaHu3Me neiictBus JIOC, npoaynupyeMbix OaKTepusMu, Ha 3TUX U APYTUX
MyX. AKTHUBHOCTh HEKOTOpbIX JIOC GakTepHanbHOrO MPOUCXOXACHUS, MPUBOJAIIAsS K THOenu
Drosophila, moxer ompenensTs AOMOIHUTENbHYIO MNOTeHIHANbHYI0 poib JIOC B KauecTBe
3alIUTHUKOB pacTeHuii or Hacekombix [Wasserkort u Koller, 1998]. Tem He meHee, YTOOBI
MOJATBEPANUTH ATY CIOCOOHOCTb, MHCEKTULUAHYIO aKTUBHOCTH JIOC HEoO0XoauMO HpOBEPHUTH
OTHOCHUTEJIBHO IIMPOKOI0 CIEKTPA BPEAHBIX JUIsl PACTEHUI HACEKOMBIX.

Hexkotopsie JIOC, BkITtouasi KETOHBI U CIIUPTHI, MOTYT BBICTYIATh B KAU€CTBE MPUPOIHBIX
XEMOATTPAKTAHTOB WJIM perneuieHToB u s Hemarton C. elegans, B wacTtHocTH, 2-HOHaHOH
[Bargmann u Horvitz, 1991; Bargmann et al., 1993; Niu et al., 2010].

B pabore [Dugravot et al., 2003] O6swio mokazano, uro JMJIC oxa3biBaer
HEWPOTOKCUYECKOE JISHCTBIE Ha HACEKOMBIX (TapakaHoB Periplaneta americana), mpuBosiiee K
MUTOXOHIPHATBHON AUCHYHKIMH 1 akTUBaluu AT®-3aBUCUMBIX KalblUEBbIX KaHAIOB (KaTa).
[Tpu npetictBuu Ha TapakanoB P. americana JIMJ/IC BiuseT Ha CHHANTHYECKYIO Mepeaady Ha
IIPECUHANITUYECKOM  YPOBHE, UYTO MPUBOJUT K  HHTMOMPOBAHHIO  BBICBOOOXKICHUS
HEMpOMEeNaTOPOB U3 CHHANITHYECKUX ITY3bIPHKOB, TO €CTh OJIOKUPYET Nepeaauy dJIeKTPUIecKoro
umnynbca. beuio mokazano, uro JMJIC wuHaynupyer B MUTOXOHAPHSIX WHTHOMpOBaHUE
koMmiuiekca IV (UMTOXpoM c-OKCHIa3bl) M BIIOCJIEICTBUU YMEHbBIIAET BHYTPUKIECTOUHYIO

KoHIeHTpauuo AT®, yTo MPUBOIUT K THIIEPHOISAPU3ALIMN MEMOPaHbl U CHH)KEHUIO aKTUBHOCTH



105
ueiiponos [Dugravot et al., 2003]. Bo3moxuo oxnoit u3 muireneit JIMJIC npu Bo3aeicTBUN Ha

OpTraHu3Mbl HEMATOA U I[pO30(1)I/IJI TAKIKC MOT'YT ABJIATHCA KAT® KaHaIbI.

12. U3y4eHmue 1eiicTBUSI KETOHOB 2-HOHAHOHA U 2-YHIE€KAHOHA HA
(dorocunTeTHueckuii anmapar S. sp. PCC 7942

CoBMeCTHO ¢ COTpyIHUKaMH Kadeapsl OMOPHU3UKH, TPYIIION 3KOJIOTHYECKONH OHOPU3UKU
C.U. IlorocsHa (Obuonmormueckuii akynsrer, MI'Y), Obuta mpoBeneHa paboTa MO H3Y4EHHUIO
NeHCcTBUS KETOHOB 2-HOHAaHOHAa M 2-yHJEKaHOHa Ha ()OTOCHMHTETHYECKUH ammapar
[IMaHOOAKTEepHUH.

beimo mokaszaHo, 4yTo 2-HOHAHOH W 2-YHJEKAaHOH B KOHIEHTpauusx 2 MM u 0.2 MM,
COOTBETCTBEHHO, M BBIIIE WHTHOUPYIOT MEPEHOC 3JIeKTpoHOB depe3 dorocuctemy Il (OC II) B
keTkax ruanodakrepuu S. sp. PCC 7942. 310 6b110 ONpeeneHo Mo YMEHbIIEHUI0 KBAHTOBOTO
BbIxoJa mepBuuHbIX (oropeakiuit ®C Il, a Takke MO HM3MEHEHHSIM KPHUBBIX HHIYKIMU
dnyopecnennun xiaopoduuia O@C Il. I3meHeHns B cOCTOSHUN (POTOCUHTETHUYECKOTO arapara
IUaHOOAKTEPHH TPOMCXOMIN TIOJ JICHCTBUEM KETOHOB OY€Hb OBICTPO (B TE€UYEHHUE MEPBBIX 2-5
MHUHYT). BeposiTHO, 3TO sBisleTCs Pe3ynbTaTOM IPSIMOIO AEHCTBUS KETOHOB HAa KOMIIOHEHTHI
¢dorocuHTETHYECKOIO amnmnapara. B TeyeHue mepBbIX MUHYT MHKYyOauu 3¢GQGEeKT KETOHOB ObLI
aHasiornyeH 3¢pdpexty DCMU, KOTOpBI ABISETCS XOPOIIO U3BECTHBIM MHIMOUTOPOM IEepeHoca
SJIEKTPOHOB Ha aKIENTOPHBIA yuacTok peaknuoHHoro rentpa ®C II [Bulychev u Vredenberg,
2001].

[TapameTpsl (yopecueHIUN XJOpopuiuia SBISAIOTCS MOKa3aTeIsIMH COCTOSIHUA U
sbdexTuBHOCTH  (HOTOCHUHTETHUECKOTO  afmapara [HMaHOOaKTepud ©, B  YaCTHOCTH,
XapaKTepU3ylT U3MEHEHUs B LIENU TpaHCIopTa 3eKTpoHOB. K mapamerpam ¢ayopecuenunun
OTHOCHTCS HCXOHBIH ypoBeHb (uryopeceniun (Fo), KOTOPBI COOTBETCTBYET (IIyOpECICHIHH
XJIOpO(HIUIA B YCIIOBHSIX, KOTJIa BCE PEAKLIMOHHBIE LIEHTPBI CIIOCOOHBI TYIIUTh (PIIyOpECIICHIIUIO
AQHTEHHBI (BCE PEAKIIMOHHBIE LIEHTPBI OTKPBITHI), TAK KaK BCE MOJIEKYJIbl IEPBUYHOIO XMHOHHOTO
akuenrtopa Qa roToBbl NpUHATH 3JeKTpoH OT [1680; MakcuManbHBIN ypoBeHBb (hiyopecleHInn
(Fm); mepemennas ¢uyopecuenunu (Fv, Fv = Fm — Fo); otHOcuTenbHas dyopecuentus (Fv/Fm),
KOTOpasi KOppPEIHpyeT ¢ KBAHTOBBIM BbIX0J10M (oTocuHTe3a [Pyoun u Kpennenesa, 2003].

[Ipu nobGaBnenun 2-HOHAHOHA B KOHIEHTpanusx >2 MM u 2-yHJeKaHOHAa B
KoHIeHTpauusax >0,2 MM NpoucXoAUT yMEHbIIEHUE BETMYHHBI OTHOCUTEIbHON (hIyopecieHIun
Fv/Fm, KoTOpas y uanoOaKTepuii 3aBUCUT OT TEMHOBOTO JIBIXaHUS, BEIYLIETO K BOCCTAHOBJICHUIO
nyJa IJIaCTOXMHOHOB M YaCTUYHOMY 3aKphITHIO peakunoHHbIX IeHTpoB ®C Il [Mullineaux u
Allen 1986]. Pe3koe cHmkeHne (BIUTOTH 10 HYIIsA) 3Ha4eHU# cooTHoIeHus Fv/Fm, Habmogaemoe

Mo JIEHCTBUEM KETOHOB, OBLJIO MPHUHATO, KaK CBUICTEIHCTBO 00 MHTHOMPOBAHHWH IEpEeHOCA
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anektponoB uepe3 OC |, Tak kak ymeHbIenue Benuaunbl Fv/Fm, cormacHo [Pyoun u Kpenzgenesa,
2003], 00ycnoBJIeHO IIIaBHBIM 00pa30M MOBbIIIEHHEM ypoBHs Fo, 4ToO yka3bIiBaeT Ha HEOOpaTHMOE
BOCCTaHOBJICHUE MEPBUYHOTO akienTopa 31eKTpoHOB Qa B DC Il. DT0 mo3BONSET MPEANOTOKUTD,
YTO KE€TOHBI, 2-HOHAHOH U 2-YHJIEKaHOH, UHTMOUPYIOT MEPEHOC JIEKTPOHOB MEXKY aKLETOPaMU
3JIEKTPOHOB XMHOHaMU Qa 1 Q.

Ilo pe3synbratam 3TOM coBMecTHOM pabothl ¢ rpynmnoi Ilorocsna C.UM. mo usydenuro
JEHUCTBUS KETOHOB Ha (POTOCHHTETHYCCKUU ammapaT MaHOOAaKTepui ObUIa MOATOTOBJICHA W
nociana B revath ctatbs «Natural ketones 2-nonanone and 2-undecanone inhibit photosynthetic

activity in the cyanobacterium Synechococcusy.

13. MHcepuuOHHBIIi MyTareHe3 ¢ NOMOIILIO TPAHCIO30HA M AHAJIU3 I'€HOB
uuanodakTepun S. sp. PCC 7942, onpeaensiiominx 4yBCTBUTEIbHOCTh K KETOHAM

C wnenpl0 M3ydeHHs] TE€HETHYECKOro KOHTPOJsS UYYBCTBUTEIBHOCTU LUAHOOAKTEPHH K
JIEMCTBUIO KETOHOB 2-HOHAHOHA, 2-YH/IEKAHOHA W 2-TENTaHOHA ObUIM IMOJY4€Hbl MYTaHThl IpU
UCTIONIb30BaHUM TpaHcmo3oHa Tn5-692. Bonee 2 500 TpaHCIMO30HHBIX MYTAaHTOB BBICEBAIHM Ha
YallKd U MHKYOMPOBAJIM C KaXABIM U3 TpeX KeToHOB B KoHUeHTpauuul00 mxmons. Ilocie
aHaJM3a CTENEHHU PE3UCTEHTHOCTH KJIETOK MYTAaHTOB K KE€TOHaM ObLIM 0TOOpaHbl 11 MyTaHTOB,
YCTOMYMBBIX K IEUCTBUIO 2-HOHAHOHA, 7 MYTaHTOB, YCTOWYMBBIX K AEHCTBUIO 2-yHJIEKaHOHA, U 8
MYTaHTOB, YCTOWYUBBIX K JEHCTBUIO 2-Te€NTaHOHA.

Jns uaeHTn(UKau TeHOB, HapyLIEHHBIX TPAHCIIO30HOM, ObUIM BBIOpaHBI MYTaHTHI,
YCTOMUYUBBIE K JIEMCTBUIO 2-HOHAHOHA, TaK KaK 3TOT KETOH OKa3bIBA€T CHIIbHOE MHTUOUpYIOIiee
JeiicTBUE Ha KIIETKH JAWKOoro Tuma nuanobaktepuu S. Sp. PCC 7942 u ogHOBpEMEHHO € STHUM
cuHTe3upyetcs bakrepusiMu-mpoayeatTamu JIOC B 60bIIEM KOJIMUECTBE, YEM JAPYTHE KETOHBI.

N3 dgetbipex mytanToB S. sp. PCC 7942, ycTol4MBBIX K 2-HOHAHOHY, Oblja BblJEJIE€HA
renomHast JIHK u nmoBepruyra pectpukiuu sH10HYKI1ea30i Sall, He nmeromei caiToB y3HaBaHUS
BHyTpH TpaHcno3oHa. @parments! JJHK, oTHOCAmMECS K TPAaHCIIO30HY U T€, KOTOPBIE SABJISIFOTCS
y4yacTKaMHd HNPHUMBIKAIOIIMX K HEMY WHAaKTHUBHPOBAaHHBIX T'€HOB, IOCJIE JIMTUPOBAaHUS ObUIN
nepeHeceHbl B KommeTeHTHble kietkn E. coli XL-Blue. M3 xomoHuii, ycTOWYHMBBIX K
AQHTUOMOTUKAM  CTPENTOMHIUHY, CHEKTHHOMHUIIMHY U 3pHTPOMHIMHY (SM2s5SpsoEMso),
BHIPAIIMBAIA HOYHBIE KYJIBTYPHl M BBIACISUIA TUIa3MHIBI, HECYIIME TPAHCIO30H 1N5-692 u
(dbparMeHThl TE€HOB, OINpPEAEINSAIONUX YYBCTBUTEIBHOCTh K KeTOHY. OHM OblTM 00O3HAUEHBI
pNR401, pNR385, pNR365, pNR359 (Tabauua 1). OTu mia3Musl ObUIM OTCEKBEHHPOBAHBI €
npaiimepom pW-TnR:923L21 (5’-CGGGAAACTCCTGAGCCAACT-3’) k KOHIly TPaHCIIO30HA
Tn5-692. Tlpu CEeKBEHHMpPOBaHMM C OTHM MPAWMEPOM TMPOUYUTHIBACTCS HYKICOTHIHAS

MoCcle0BaTeNbHOCT,  (pparMeHTa reHa, (UIaHKUPYIOIIETo  TpaHCMo30H. [lomyuyeHHbIE
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HYKJICOTHJIHBIE TTOCJIEIOBATEILHOCTH CPAaBHUBAIHNCH C MOMOIIBI0 mporpaMmbl BLAST ¢ 6azoit
TAHHBIX CEKBEHUPOBAHHOTO refoma S. Sp. PCC 7942
(http://genome.microbedb.jp/cyanobase/SYNPCC7942).

VY nanoce uaeHTU(GUIUPOBATH YETHIPE T'€HA, MYyTALlMU B KOTOPBIX MIPUBOSAT K YCTOWYUBOCTH
nuanobakrepun S. sp. PCC 7942 x 2-HoHaHOHY. MmeHTH(UIMPOBAHHBIE TE€HBI KOIUPYIOT
CIIEYIONTNE OCITKH:

1. F'en SYNPCC7942_RS06965 (Synpcc7942 1362) komupyeT MypeHH-TICNTHA-JIUra3y
(Mpl, UDP-N-acetylmuramate: L-alanyl-gamma-D-glutamyl-meso-diaminopimelate  ligase;
ABB57392.1), koTopasi y4acTBYeT B PEIMKIN3alMA MyperuHa B Ipoliecce OMoreHe3a KICTOYHOU
CTEHKH LIUaHOOAKTEPHIA.

2. Tern SYNPCC7942_RS01785 (Synpcc7942 0353) koaupyer CyOCTpaT-CBA3bIBAIOLIHIA
6enok cucrembl ABC-tpancniopra MlaD (ABB56383.1), umeromuii cxonctso ¢ 6enkamu ABC
TPaHCHOPTEPaAMH, ONIPEIECISIONIUMHI YCTOHUNBOCTh K OPraHUYE€CKUM PaCTBOPUTEIISIM.

3. 'en SYNPCC7942_RS03755 (Synpcc7942 0726) koaupyeT THIOTETHYECKUI OEIoK
(ABB56758.1), comepxammii VRR-NUC nomeH, KOTOpBId TIPUCYTCTBYeT B (epMeHTax
PECTPUKIIMU-MOTUPUKAIINK TPEThel rpymmbl u penapaiuu JJHK.

4, Tenm SYNPCC7942_RS03785 (Synpcc7942 0732)  koaupyeT  MaJleHbKHA

runorerudeckuii 6enok (ABB56764.1) ¢ HensBecTHOM GyHKITUEH.

14. HanpaBiennass wHcepuuoHHass mHaktuBanusi renoB SYNPCC7942 RS06965
(NR401), SYNPCC7942_RS03755 (NR 385), SYNPCC7942_RS01785 (NR 365) wu
SYNPCC7942_RS03785 (NR 359) B mTramme qukoro tuna nuanoéaxrepun S. sp. PCC 7942

Myranter Synechococcus sp. PCC 7942, ycroitumBble K NEHCTBHIO 2-HOHAHOHA OBLIH
HOJTy4€HBbI C MOMOIIBI0 HEHANPABIEHHOIO TPAaHCIIO30HHOTO MyTareHesa. [locie uaentudukanum
reHoB S. Sp. PCC 7942, nHaKTUBUPOBAaHHBIX TPAHCIIO30HOM 1 N5-692, CIeMyIONIMM 3TAllOM PadOThI
OBUTIO TIOJYyYCHHWE WHCEPIMOHHBIX MyTaHTOB S. SpP. PCC 7942 ¢ HOkKayTOM STHX T€HOB IS
HOATBEPXKAECHUST TOTO, YTO HWHAKTUBAIMS HMEHHO O3TUX TEHOB OIpeJessieT YCTOMYMBOCTb
[IMaHOOAKTEepPUH K JIEHCTBUIO 2-HOHAHOHA.

Ucnonp3ys mnomydennsle cukBeHchl ¢parmenTtoB JIHK, bl momoOpamu mo mape
crerupuueckux  mpaiimepoB  k  reHaMm  SYNPCC7942 RS06965  (Synpcc7942_1362),
SYNPCC7942_RS03755 (Synpcc7942_0726), SYNPCC7942_RS01785 u
SYNPCC7942_RS03785 (Tabnuma 3).

JleneTupoBaHHbIE C KOHIIOB KOMHHM T€HOB OBUTM CHHTE3HUPOBaHBI ¢ Tomoripio [1L[P-
amuduKanuy npu ucrnoib3oBanuu reHomHoit JIHK S. sp. PCC 7942 B kadecTtBe MaTpullbl U

npaiimepoB (Tabnuua 3). Ycnosus [THP-ammnudukanum 1uis noxydeHus JeIeTHPOBAHHBIX KOTTHMA
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TeHOB: HavalbHas jaeHarypanus 95° C 2 muH., nocnenyromme 35 mukiaoB 95° C 30cek., 66° C 40
cek., 72° C 1 mun., nocneaamii nuka 72° C 10 muH, ¢ npaiimepamu NR401-F, R u NR359-F, R
(Tabmuua 3); nHayanbHas nerarypauus 95° C 2 muH., nocaenyronme 35 mukioB 95° C 30cek., 64° C
40 cexk., 72° C 1 muH., nocnenuuii nuki 72° C 10 mun, ¢ npaitmepamu NR385-F, R u NR365-F, R
(Tabmuma 3).

Pa3mepsr T'CHOB SYNPCC7942_RS06965, SYNPCC7942_RS01785,
SYNPCC7942_RS03755 u SYNPCC7942_RS03785 cocraBnsitor 486 map nykineorunos, 1134
H.IT., 363 1.1 1 210 1.H., cooTBeTcTBeHHO (PucyHOK 17).

[Tonyuennas B pesynbrare [P nemerupoBannas komus reHa SYNPCC7942 RS06965
Obuta kioHupoBaHa 1o caiity ECORI B Bektop pRLA98, 00pazoBaB mmia3Muay, KOTOPYIO MBI
obosnaumu kak pNR401-del. [enerupoBannsiii pparment rena SYNPCC7942_RS03755 Obut
kionupoBad B masmuay PJET1.2 (CloneJet PCR Cloning Kit, Fermentas), Beipe3an u3 Hee 1o
caiity pecrpukuuu Bglll, Beimenen u3 araposnoro renast (HaGop mms Beimenenus JTHK w3
arapo3Horo remns, Helicon) u mnepekionupoBan mo caiity BamHI B mmasmuny pRL498.

[Monyuennyro miazmuny o6o3naumm kak pNR385-del.

Pucynok 17. Tenb-3nextpodopes ITLP-poxykToB renos (1) Synpcc7942_1362 (NR401),
(2) SYNPCC7942_RS01785 (NR 365), (3) SYNPCC7942 RS03755 (NR 385) u (4)
SYNPCC7942_RS03785 (NR 359)

[tammer E. coli XL-Blue, tpancopmuposannsie miazmugamu pNR401-del u pNR385-del,
HCTIOJTE30BAJIH TSl KOHBIOTAITMOHHOTO TePEeHOca 3TUX TUIa3MUJI B KIIeTKH Jqukoro tumna S. sp. PCC
7942. KoHbBIOTAIMIO OCYILECTBISUIM B COOTBETCTBUM C METOAMKOHN Ul TNepeHoca IJIa3MHJIbI
PRL692, omucanHoi B pasgene «Marepuanbl M METOIB», C HCIOJb30BAaHUEM XdJIEPHOU
koHbroraTiBHON 1iasmMuabl  PRL443. KoHBIOTaHTB, B KOTOPBIX ITyTeM T'OMOJIOTHYHOU
peKOMOMHAIIMK  HYKJICOTHUAHBIX TmocienoBarenbHocTelt TreHoB  SYNPCC7942 RS06965 wu
SYNPCC7942_RS03755 u ux neneTupoBaHHBIX KOMHUHM B XPOMOCOMY MHTETPUPYETCs IUIa3MHUIa

pRLA498, ycTONUMBHI K KAHAMULIUHY.
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Pucynok 18. JleiictBue 2-HoHOHOHA Ha JUKHiA THT S. 7942 (A) 1 MHCEPIIMOHHBIX MYTaHTOB
NR40lins u NR385ihs mo renmam SYNPCC7942 RS06965  (Synpcc7942 1362) wu
SYNPCC7942_RS03755 (Synpcc7942 0726) (B)

[lpu mukyOauwu ¢ 2-HoHaHOHOM HHcepiroHHble MyTaHThl NR40Lins 1 NR385ins (PCC
7942::pNR401-del u PCC 7942::.pNR385-del) mokazamu Ty ke CTENeHb YCTOHYMBOCTH K €ro
NEWCTBHIO, KaKast HaOJII01aliach PH JISHCTBUH 2-HOHAHOHA Ha COOTBETCTBYIOLIMX TPAHCIIO30HHBIX
mytanTtoB (Pucynok 18). Takum o0pa3om, JOKamu3amus TPAHCIO30HHBIX MYyTallMid B T'€HaX
SYNPCC7942 RS06965 wu SYNPCC7942_RS03755, Obma ycrmemHo MOATBEpKIEHA
HaIpPaBJIEHHON UHCEPLIMOHHON NHAKTUBALIUEH.

@enoruner  myrantoB  S. 7942 mo  remam  SYNPCC7942 RS06965 wu
SYNPCC7942_RS03755 ornwmuarorcst oT (eHOTHIIA INTaMMa JUKOTO THMA JUTHHOW KIIETOK

(Pucynoxk 19).

SYNPCC7942_RS03755. B. Hukmii Ttum S. 7942, C. Myraur NR40lins 1o reny
SYNPCC7942_RS06965.

Tak xak reHbl uanodakrepun S. sp. PCC 7942, oTBEeTCTBEHHBIC 33 YyBCTBUTEIBLHOCTD K
JICHCTBUIO 2-HOHAHOHA, OKA3aJUCh KOAMPYIONIMMH OCJIKH C pa3HOOOpa3sHbIMH (DYHKIHSIMH,
BEPOSATHO, MexaHu3M jelicTBus JIOC Ha KIIETKU [IMaHOOAKTEPHUHl SIBIISCTCS TICHOTPOITHBIM.

I'en mpl, xomupyromuii L-amanun-y-D-riayramun-mes3o-aunamuHonumenar aurasy E. coli
OBUT MACHTU(DUIIMPOBAH IO TOMOJIOTHH aMHUHOKHCIIOTHOH MOCIIEA0BATEILHOCTH ¢ TeHOM MurC.

OTkpbiTas paMka cunthiBanus YjfG aToro rena pacnosoxena Ha 96 MUHYTE T€HETUYECKON KapThl
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xpomocombr E. coli [Berlyn et al.,1998]. IIpoaykr 3TOro reHa ydacTBYET B PEHUKIH3AIMH
HEMOBPESXKACHHBIX MOJIEKYyNn Tpunentuaa L-amanwmn-y-D-rioyramun-me3o-anaMuHONIMENATa
[Mengin-Lecreulx et al., 1996], oOpa3yrommxcsi mpu Jerpajanuyd 3HAYUTEIBHOW YacTH CJOS
NENTHIOTIIMKAaHA B KJIETKaxX Oakrepuii mpu Kaxaom aenenuu [Mengin-Lecreulx et al., 1996].
Coenunenns, oOpa3oBaBIIMECs B PE3yJabTaTe NpOILECCa pEelMKIN3anuy, coctaBisaorT 30-60%
MYPEHHOBOTO CJIOs ITOCIIE€ CHHTE3a HOBOW KJIETOYHOM CTEHKH y ['paM-OTpuLaTeNbHBIX OaKTepuid
[Uehara u Park, 2008]. Peunknu3arius MyperHa MpoTeKaeT MapajuieibHO ¢ PYHKIIMOHUPOBAHHUEM
dbepmenro MurC, MurD u MUrE, ocymiectsistiromnum OHOCHHTE3 TenTuaorinkada de novo
[Barreteau et al., 2008]. Ilpu wunaktuBanmmu rema mpl B mramme E. coli okasanoce, 4uro
CoJepKaHrEe TENTUJOTIIMKaHa B KJIETKAaX 3TOT0 MYyTaHTa HE CHW)KAJIOCh M YTO OTCYTCTBHUE
HPOJIyKTa ITOTO TeHa HE BIHSIIO HA XKM3HECHIOCOOHOCTh KiieTok [Mengin-Lecreulx et al., 1996].
TeMm He MeHee, IPH OTCYTCTBUU aKTUBHOCTH MYPEUH-TICIITUA-JINTa3bl B KJIeTKax MyTanTa Ha 50%
YMEHBIIACTCS COJACp)KaHUE NPEAUISCTBEHHUKA MNENTUATIIMKAHA W MPEIIOI0XKUTEIBHO
HaKaIUIMBAIOTCS TPOIYKTH Jerpaaanuu nentuioriukana [Mengin-Lecreulx et al., 1996].
[TosTOMYy MOKHO MPEINOJIOKHUTh, YTO MPHUCYTCTBUE 3TUX MPOAYKTOB B IMEPUILIA3MATHIECKOM
HPOCTPAHCTBE MOKET MPEJICTABIATH COOOM TOMOTHUTEIBEHOE MPENSTCTBUE sl HPOHUKHOBEHHUS
MOJIEKYJI 2-HOHaHOHA B IUTOIUIA3MY KJIETOK M TAKUM 00pa30M OIpeesiTh YCTOHUYMBOCTD KIETOK
mytanta NR401 kx aeiicTBHIO 3TOr0 KE€TOHA.

VY myranta NR385 He dyHKIIMOHMpYET I'eH, MPOIYKT KOTOPOTO B KJIETKaX JUKOTO THUIIA
conepxuT VRR-Nuc nomen. VRR-Nuc nomens! Haubosee pacrpocTpaHeHbl U pa3HOOOpa3HbI B
reHomax OakTepuodaroB M mHpodaroB M MPUHUMAIOT 3HAYMMOE y4yacTHE B pEIUIMKAlUUd U
pekomOuHanuu paropbix xpomocoM [lyer et al, 2006]. XoTs GpyHkimu renos, koaupyronmx VRR-
Nuc 10MeHbI, HEU3BECTHBI, OOJBIIMHCTBO M3 HUX PACIIOJIOKEHBI B OTIEPOHAX, KOTOPHIE BKIFOYAIOT
usBecTHbIe (hepmenTsl pernaparuu JJHK, orcrona n nazsanue VRR _NUC (Virus-type Replication-
Repair NUClease) [lyer et al, 2006]. Jomenst VRR nuc coxepxar PD-(D/E)XK wmotus,
oOHapy)XEeHHbBII B aKTHBHOM IIEHTpe MHOTHMX Hykjea3 pectpukimu [Kosinski et al., 2005]. B
Hacrosimiee Bpems romosiord sHAoHYKIea3sl FAN1 (KIAA1018) sBIArOTCS €IWHCTBEHHBIMU
U3BECTHBIMHU DYKapHOTHUECKUMH Oeikamu, coaepkammumu VRR NUC nomen [MacKay et al.,
2010). To, kakuM 00pa3oM MyTalus, IpU KOTOPOH He (PYHKIIMOHUPYET ITOT OETIOK, MPUBOIUT K
YCTOWYUBOCTH ITUAHOOAKTEPHIILHBIX KJIETOK K JICHCTBUIO 2-HOHAHOHA, HE SIBIISICTCS OYEBUIHBIM.
Bosmoxno 6enok ¢ VRR-NUC nomeHoM BOBIIeUEH B KaKOW-THMOO PEryisITOPHBINA KacKaj U €ro
TUCQYHKIUS PUBOIUT K OTCYTCTBUIO MUILIEHH, YyBCTBUTEIHHOMN K KETOHY. B 0a3ze gJaHHBIX 3TOT
OENOK OmMCaH KaK TUMOTETHYECKHH, MOATOMY JJs MOHMMaHHUS €ro pOoJId B MeTaboiu3Me
nranoOakTepuit, B yactHocTu S. SP. PCC 7942, HeoO6xoauMbl HyHKIIMOHATBHBIC HCCIIEIOBAHUS

3TOro OenKa.
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VY myranta NR365 nHakTHBHpOBaH T'eH, KOTOPBIH B KJIETKaxX AUKOro Tumna koaupyer ABC
tparcnoprep MlaD. I'omonoruunstit 6enok u ero gpynkuus ABC-TpaHcriopTHO# cucteme OenkoB
Mla onmcanst gns E. coli [Malinverni u Silhavy, 2009]. Mla-6enku ywacTByroT B
NPE0TBPALICHUN HAKOTUIEHUS (hOC(OIHITUIOB B HAPYKHOM CIIO€ BHEITHEH MeMOpaHbI KJIeToK E.
coli [Malinverni u Silhavy, 2009]. IIpucyrcrBre GochOTUNIHIOB B HAPYKHOM CJIOC BHEIIHEH
MeMOpaHbl YBEJTHUMBACT €€ MPOHUIIAEMOCTh s ruapodoOHbix pactBoputeneit [Nikaido, 2003,
2005] u mHoTHE ['paM-oTpuIaTeNIbHBIE OaKTEpUU 00IaIal0T MEXaHU3MaMH, KOTOPBIC pa3pyIIAiOT
win ynaasiior Gochomunuasl ¢ moBepxHocTu kietku. Mla-komiuieke ABC-TpaHcnopTepoB B
kierkax E. coli Bxmouaer 6enku MlaF, MIaE, MlaB u MlaD (Pucynok 20). MlaE npezcrasisier
co00il MHTErpaJibHbIl O€NOK, HaXOJAIIMKCd BO BHYTPEHHEM MeMOpaHe U BBITOJIHSIOLIUI
¢ynkuuu mepmeassl; MlaD mpencraBisier co00il THIIOTETHYECKHH CyOCTpaT-CBS3BIBAOIINI
0eIoK, JIOKATU3YIOIINICS B IepUIlIa3MaTH4eckoM mpocTpanctse; Oenku MlaB u MlaF sBnsercs
nuromazmariuueckum [Malinverni u Silhavy, 2009] (Pucysok 20). IIpu oTCyTCTBHE JIFO00T0 13
TuX OenkoB, B ToM uncie MlaA u MlaC, ¢ochonumuasl HaKarIMBaIOTCS B HAPYKHOM CIIOC
BHEIIHEH MeMOpaHbl, U 3TO MPHUBOAWT K YBEIMUYCHHIO €€ MPOHUIIAEMOCTH JJISi OPTaHHYECKHX
pactBopuTeneii [Malinverni u Silhavy, 2009].

Y wmyranta NR365 B kierkax otcyrctByer Oenok MlaD, koTopslif CBsi3bIBaeT
dochomunuabl, TMEPEeHOCHMBbIE JPYTMM  TPAaHCHOPTEPOM  Yepe3  IEepHIrIa3MaTHdecKoe
npoctpancTBo. Tak kak mpu 3ToM Kietku S. Sp. PCC 7942 craHOBATCS yCTOHYHMBBIMH K 2-
HOHAHOHY, MOKHO MPEINOI0KHTh, YTO MEHsETCSI KOH(opMaIys OeJIKOB, BXOAAIINX B KOMILIEKC
¢ MlaD, u 3TOoT KOMIUIEKC NepecTaeT (YHKIMOHHPOBATh W IEPEHOCUTh COCIHHCHUS B

OUTOILIa3My, B TOM YHCJIC KCTOHBI.

A

: Pucynok 20. ®dparMeHT cXeMbl U3 CTaTbhH
anterograde/ - [Malinverni u Silhavy, 2009]. Beaku MlaA u MlaC

Mla-mediated
refrograde PL refrograde o
trafiicking Q) PLtraficking? TIEPEHOCAT (ochOIUNUIBl M3 BHEIIHEH MeMOpaHbI
w : KJIETOK Ha KoMIutieke O0enkoB MIaFEDB Ha BHyTpeHHE#H
A/ MemOpane. ABrtopel crateu [Malinverni u Silhavy,

Periplasm

2009] mpeamonmararoT, dYTrO C TOMOIIBIO  ATOTO
ik 1555l xommuekca ¢ochonunuabl MOryT BCTPaMBAIOTCA BO
M ““l@* “““ LWL BryTpenHioro Membpany. OM  (outer membrane)
Cytoplasm 9@' e~ BHCIIHsS memOpana; IM  (inner membrane) -
ADP f; BHYTPEHHs MEMOpaHa.
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I'naga 2. buosiornyeckasi aKTHBHOCTDH He0eJKOBOI AaMHHOKHUCJIO0THI 6eTa-N-
MeTuaaMuH-L-ananuna (BMAA)
1. JeiictrBue BMAA Ha poct N. sp. PCC 7120

Oddbekr BMAA nHa poct wierok mnuaHobOaktepum N. sp. PCC 7120 wusywancs mpu
BO3JICUCTBUM Pa3IMYHBIX KOHIIEHTpaIuii aMuHOKUCIOThL. Tak kak N. sp. PCC 7120 sBnsercs
a30T(UKCcHUpYIOIIeH IMaHOo0aKTepuei, SKCIIEPUMEHTHI IIPOBOAMIIMCH MPH €€ KyJIbTUBUPOBAHUH Ha
cpenax, coxepkamux cBs3anublil a30T (BG1llnos win BG1llnus) u Ha cpene 6e3 azora (BG1lo)
JUISL TOTO, YTOOBI ONMPEAeNUTh YyBCTBUTEIBLHOCTh 3TOTO IITaMMa K JJIUTENIbHON SKCIIO3UIUU C
BMAA B ycnoBusix o0ecrieueHusl KJIETOK a30TOM M B THA30TPO(HBIX YCIOBHUSX.

Ha Pucynke 21 Bugno, uto BMAA B konnentpamusax 20 m 50 mMxM oxa3beiBaer
HETaTHUBHBIN, KOHIIEHTPAIMOHHEIH 3¢ (dekT Ha pocT KyabTyphl. [Ipu neiictBun BMAA Ha cpene ¢
HutpatoM (Pucynok 21.A) pocT KIETOK CUIBHO MOJABIEH U 3aMETHO OTJIMYAETCS OT KOHTPOJIS
npu obeux KoHueHtpausix bBMAA. Dddekrtsr 20 u 50 MmkM BMAA 3ameTHO OTIUYaOTCS APYT
ot apyra Ha cpene 6e3 azota (Pucynok 21.B). B ycnmoBusix auazorpodroro pocra kinetku N. Sp.
PCC 7120 pociu MejieHHEE, YeM Ha CpeJie ¢ a30TOM, HO IITaMM ToKa3ai cedss HeMHOTo Ooliee
ycroiunBeiM Kk 20 MkM BMAA. Tem He meHee, 6onee Bbicokue KoHleHTpaiuu BMAA ot 50

(Pucynoxk 21.B) 1o 200 MkM 3HaunTenpHO moaarisuin poct kietok N. sp. PCC 7120.
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Pucynok 21. 3ppexr BMAA na poct B kynbType N. sp. PCC 7120. A. Kpussie pocra N. sp. PCC
7120 Ha cpene 0e3 azora BG1lo. B. Kpussie pocta N. sp. PCC 7120 na cpene ¢ HUTpaToM
BG1lnos.

[Tpu xynapTuBHpoBanuu N. sp. PCC 7120 B TeueHuwe 4 CyTOK Ha cpene ¢ aMMOHHEM B
KayecTBe MCTOYHHMKA a30Ta KJIETKU BbIJEpKUBaIH Oosiee Boicokue KoHIeHTpauu BMAA (ot 20
no 100 mxM), uem Ha HuTpate. 3ametHoe noaasneHue pocra N. sp. PCC 7120 ma ammoHuu

Ha0JIr01a710Ch IpH yBeMYeHUn KoHueHTpaun BMAA no 200 MxM.
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2. NeiictBue BMAA Ha nuddepeHIIHPOBKY reTepoluCT MPH POcTe HHAHOOAKTEPUH
HA Pa3HbIX HCTOYHUKAX a30Ta

Azotduxcupyromas nuanobdakrepuss N. sp. PCC 7120 na cpene 6e3 azora 3amiuimiaet
depmeHT  a3zoTduUKcaMM  HUTPOT€HAa3y OT  WHAKTUBAllMM  KUCIOPOAOM,  0oOpa3ys
CIIeIMATIM3UPOBAHHbBIE KJIETKHU - TeTepOIUCTh. B x01e paboTsl nzyyancs s3¢pdpexr BMAA kak Ha
3pelnble TEeTEPOIMCTHI, YK€ CPOPMHPOBAHHBIE B KYJIbType LHUAHOOAKTEpUH 10 100aBICHUS
AMHHOKHCIIOTHI, TaK ¥ Ha CIIOCOOHOCTH IMAaHOOAKTEpUH (POPMHUPOBATH FETEPOLMCTHI B IIpOIIEcce
TOJIOJIaHUS IO a30TYy.

Jeticmeue BMAA na kynemypy co 3penvimu cemepoyucmamu. 1lpn u3ydyeHnun nenicTBUs
BMAA na xynetypy N. sp. PCC 7120 ¢ yxe cpopMHPOBaHHBIMU 3pEIBIMH TE€TEPOLUCTAMH,
NOJ/ICP)KMBABIIYIOCS B TEUCHHE HECKOJNbKHMX aHeH Ha cperae BGllo, Obuto mokaszaHo, 4To
nobasnenre BMAA mpakTuuecku He BiusieT Ha yacToTy rerepouuct (Tabmuna 15, Pucynok 22.A,
B). Ilpu ¢ukcanuu MONEKyJISIPHOTO a30Ta B KOHTPOJIBHOM KyJIbTYpe YacTOTa Te€TEepOLUCT
cocraBisiia 5,4%, a B KyiapType ¢ pobaBienmem 20 mMxkM BMAA mnpucyrcrBoBano 4,4%

QG PepeHIIMPOBAHHBIX KJIETOK Ha 3 CYTKH SKCIIEPHUMEHTA.

Pucynok 22. Mukpodotorpaduu ¢umamentoB KyiabTypbl N. sp. PCC 7120 na 3 cytkn
KyJIbTUBHPOBaHUS Ha cpele Oe3 asora. Ha neBoit manenu ¢QuimamMeHTHI B CBETOBOM TIOJIE,
coBMenieHHOM ¢ (ayopeciieHTHBIM. Ha mpaBoit manenu aytodayopecieHnus XJIopoduiuia.
['erepounctel He prmyopecuupyroT. A. N. sp. PCC 7120 na cpene BG11o. B. N. sp. PCC 7120 na
cpene BG11lo + 20 MmxM BMAA.

Tabaumna 15. Yacrora reTepolUCT M TeTEPOLUCTONONOOHBIX KIETOK Ha 3 CYyTKHU
MHKYOUPOBaHMS C pa3IMYHBIMU KOHLEHTparusiMu BMAA

Konnenrpanust BMAA
Cpena pocra Kontposnb 20 MmxM 50 MmxM 100 MmxM 200 mxM
(6e3 BMAA) BMAA BEMAA BEMAA BMAA
BG1lnos 0% 3,7% - - -
BG11nm, 0% 0% 0,72% 2,2% 6,8%
BG11o 5,4% 4,4% - - -
BG11 (rononanue) 6% 0% - - -
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Heiicmeue BMAA na ¢opmuposanue cemepoyucm. J{ns w3ydenus: pmusiHusi BMAA Ha
dopmupoBanue rerepouuct kinetku N. sp. PCC 7120 unakyoupoBamm ¢ 20 MM BMAA B
YCIOBUSX a30THOIO TOJOJAaHMs, KOIJa B KIETKax HayMHAIOT SKCIIPECCUPOBATHCS I'E€HBI,
obOecneunBaromue U EepeHIIMPOBKY BEreTaTUBHBIX KIETOK B TE€TEPOLUCTHI B YCIOBUAX
Ia3oTpodHOro pocTa.

Huanobaktepun  crocoOHbl  (GopMupoBaTh  (PYHKIMOHANBHBIE  (DUKCHUPYIOIINE
MOJIEKYJISIPHBIM @30T F€TEPOLIUCThI UYEPE3 CYTKU I10CIIE€ HACTYILIEHUS a30THOro rojoganus (Kumar
et al., 2010), npr MHKPOCKOITHH TETEPOIUCTHI MOTHOCTHIO Pa3InYuMbl uepe3 36-48 yacos. [Ipu
nerictBun 20 MkM BMAA Ha ronopatouryro KyabTypy N. sp. PCC 7120 gepe3 48 u 72 uvaca
HaOJII01aJI0Ch TTOJIHOE MHTHOMpoBaHue obpa3oBanus rerepounct (Pucynok 23.A, B), mpu sTom

Ha TPETbU CYTKH pOCTa [IMaHOOAKTEPUI 4aCTOTa FeTEPOLUCT B KOHTpoJie focturana 6% (Tabnuna

15).

Pucynok 23. Mukpodotorpaduu punamentoB KyiabTypbl N. sp. PCC 7120 na 3 cyrku
KYJIbTUBHPOBAHUS B YCIOBUSAX TOJOJaHM MO a30Ty. Ha neBoit manenu ¢pumamMeHTHl B CBETOBOM
moJie, COBMeIIeHHOM ¢ dyopeciieHTHbIM. Ha npaBoit manenu ayrodiyopecienius xjaopoduia.
['erepounctsl He dayopeciupytoT. A. N. sp. PCC 7120 na cpene BG11o, 48 yacoB ronomanus.
B. N. sp. PCC 7120 na cpene BG11o, 48 gacos rosioganus + 20 MM BMAA

Ha uerBepThie cyTku MHKYyOMpoBaHMs LuaHoOakTepuii ¢ BMAA mnpu MUKpPOCKONHU B
o0pa3iax ObuI0 OOHAPYXKEHO OOJNBIIOE KOJIWYECTBO JETPAAUPOBABLIMX KIETOK U (PUIAMEHTOB,
YTO CBUJETENHCTBOBAJIO O TMOETN KYJIbTYPhl, T€TEPOLUCTHI U MIPOreTEPOLMCTHI OTCYTCTBOBAIH.

Heticmeue EMAA na kynemypy 6 npucymcmeuu c63aHH020 azoma 8 cpede pocma. B xone
uccnenoBaus cBoMcTB BMAA Obuta 0OHapykeHa CIIOCOOHOCTb 3TOTO COEAMHEHUS BBI3BIBATh
o0pa3oBaHue reTepoLucTonoJo0HbIX KiIeToK B KynbType N. sp. PCC 7120, pactymieii Ha cpene ¢
pa3HBIMU HCTOYHMKaMHU a3oTta (17 MM HuTpaTta HaTpust © S MM XJIOpUAa aMMOHHS ).

B kauecTBe reTeponMCTONONOOHBIX KIETOK pacCMaTpUBAINCh T€ KIETKH B COCTaBe

(brIaMeHTOB, KOTOpble UMENU Oosiee OKpYriayilo (opMy, YeM BEreTaTUBHbIE KJIETKH, B HUX HE
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HaOmoanach ayroduryopecueHnuss xjaopoduiuia, Kak U B 3pENbIX TeTEpPOIHCTaX, a TaKkKe B
HEKOTOphIX M3 HUX mpu 100-KpaTHOM YBEIMYEHHMH MOXKHO OBUIO JETEKTHPOBATh 3a4aTKU
nossipubix Tenen (Pucynok 24.A, B).

['etepoucTonoo0HbIe KIETKH MPU MUKPOCKOTMPOBAHUH 00PA3II0B, B3ATHIX U3 KYJIBTYP
N. sp. PCC 7120, pociux Ha cpejie ¢ aMMOHUEM WJIM HUTPATOM, OOHAPYKHUBAJIUCh yepe3 72 yaca
uHKyoupoBanus ¢ BMAA, npu 3ToM B KOHTPOJIBHBIX KYJIbTYpaxX 3TH KJIETKH OTCYTCTBOBAIH
(Pucynok 24.C, D). Jlns onpeneneHus 4acToThl 00pa30BaHKsI TeTEPOLUCTONOI00HBIX KIETOK Ha
cpene ¢ HuTpatoM B npucyrctBuu 20 MkM BMAA 0Ob110 npoananm3upoBaHo 6oiiee 2200 KIeToK,
Bxomsmux B coctaB ¢uiaameHToB N. sp. PCC 7120. Ha tpetbu cytku nuddepeHInpoBKa cpeau
ATHX KJIETOK Ha0Iroaack ¢ yactotoit 3,7%. UYepes 96 wacoB nakyoupoBanus ¢ 20 MkM BMAA

4acTOTa FeTePOLUCTOI0N00HBIX KIETOK yBeauumuiach 10 4,1%.

Pucynok 24. Mukpodotorpapuu ¢punamentos nuanodakrepun N. sp. PCC 7120 na 3 cyrku
KyJbTUBHUPOBAaHHUA Ha cpele ¢ a3oToM. Ha meBoil maHenmu ¢QuiamMeHTHI B CBETOBOM IIOJIE,
COBMEIIEHHOM C ¢uyopecueHTHbIM. Ha mpaBoil maHenu ayTtogiyopecueHuus XJIOpoQuiuia.
['ereponncronono0HbIe KieTku He uryopectupyroT. A. N. sp. PCC 7120 na cpene BG11nos.

B. N. sp. PCC 7120 na cpene BG11lnos; + 20 MmkM BMAA. C. N. sp. PCC 7120 na cpene BG11nH,;
D. N. sp. PCC 7120 na cpene BG11nH, + 100 MM BMAA

HpI/I HCIIOJIB30BAHUHU B CPEAC POCTa B KaAYECTBE MCTOYHHUKA CBA3AHHOI'O a3oTa XJIOopHaa

aMMOHHSI TETepOLUCTONONOOHBIE KIETKHM HaYMHAIM O00pa3oBBIBATbCA B KYJIbType IIpHU
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koHneHtpaiuu bMAA 50 MM, a yBenuueHue WX 4Ymclia B (uiIaMeHTaXx HaOII0Janoch B
npucyrctBur 100 MkM BMAA. Tak, npu Takoi koHnearpauua BMAA rerepouucTonoio0Hbe
KJIETKH IPUCYTCTBOBAIM B IMAHOOAKTEPUAIBHON KYyJIbTYpe ¢ 4acToToil 2,2%. Ilpu yBennyenun
koaudectBa BMAA no 200 MkM yacToTa reTepomucTONnOq00HBIX KJIETOK YBEJIMYHMBAIACH 10
6,8%, Kpome TOro, HaOIIOAANOCh IMOSBJICHHE CABOCHHBIX TI'€TEPOLUCTONOAO0OHBIX KIIETOK.
CIBoeHHBIC TETEPOIMCTONON00HBIC KICTKH TaKkke ObLTu oOHapyxkeHbl B KyiabType N. sp. PCC
7120 B npucyrctBuu 100 MkM BMAA Ha 4yeTrBepThie CyTKM MHKYyOMpoBanus. [Ipu atom cpennss
YacTOTa TeTEPOIMCTONOOOHBIX KJIETOK MPHU 3TOM KoHueHTparuu BMAA Ha deTBepThie CYTKH
yBeJIMUmIach Ooiiee, ueM BTpoe u coctaBuia 7,3% (Tabmnuma 15).

@unamentsl B KyabType N. sp. PCC 7120 npu pocte Ha cpenax BG1llo u BG1llnos He
[I0JIBEPTAJIMCh 3HAYUTENIbHOM JeTpaialiii TOJIbKO Npu KoHLeHTpauuu BMAA, He npeBbliaroneit
20 mxM. [Toatomy s mukpockoruu Opanu kietku N. sp. PCC 7120, pactyiue Ha 3THX cpeaax,
B nipucyrctBuu 20 MkM BMAA.

Tak xak npu pocte N. sp. PCC 7120 Ha cpene ¢ aMMOHHEM B Ka4eCTBE HCTOYHHMKA a30Ta
KJIETKU BblAEpKUBaIU Ooisiee BbicOkHE KoHIeHTpauuu BMAA, yem Ha Hutpare (ot 20 go 200
MKM) B TeueHue 4 CyTOK, TO IPH KYJIbTUBUPOBAaHUM IMaHoOakTepuit Ha BG11ny. Obu1a mokazaHa
KOHIIEHTPALlMOHHAS 3AaBUCUMOCTb YaCTOTHI T€TEPOLIUCTONOJO0HBIX KIETOK OT KonmuectBa BMAA
B cpene (Tabmura 15).

Takum obGpazom, npu uszydenuu neicteus BMAA Ha mnuddepeHInpoBKy TeTepOlUCT
mano6aktepun N. sp. PCC 7120 Ha pa3HBIX UCTOUHUKAX a30Ta ObLIO ompezeneHo, 4to BMAA
(1) momasmnsier nporecc UG PepeHIUPOBKH FETEPOIMCT B YCIOBHUAX TOJOJAHUS 10 a30Ty; (2) He
BIIMSAET HA YaCTOTYy 3PEJbIX TeTepolucT; (3) BbI3bIBaeT O0Opa30BaHHME TETEPOLHUCTONOAOOHBIX

KJIETOK IPU POCTE KYJIbTYPHI HA CpeAax CO CBA3aHHBIM a30TOM.

3. leiictBue BMAA Ha HuTporenasnyi akTuBHocTs N. sp. PCC 7120

st onpenenenust (PyHKIIMOHAIBHOCTH TE€TEPOIMCT U TETEPOIMCTOMNOI0O0HBIX KJIETOK B
npucyrctBud  BMAA  HuTporeHazHass akTMBHOCTb H3MEPSUIACh C  TIOMOIIBIO  METOJa
BOCCTAHOBJICHMSI allETUJICHA.

ITpu unxy6uposanuu kinerok N. sp. PCC 7120 ¢ 20 mxM u 50 mkM BMAA nabmioanoch
3HAYUTENIbHOe WHTHMOMPOBAaHHWE HUTPOTE€HA3HOM akTHBHOCTH. Ha BTOpBIE CYTKH CIOCOOHOCTH
rerepouucT (pUKCHpoBaTh a30T OblIa cHkeHa B npucyrcteue 20 MkM BMAA npaktuuecku B
TPU pa3a Mo cpaBHEHUIO ¢ KoHTpodeM. Jlob6aBnenne 50 MkM aMUHOKHCIOTHI IPpUBOAMIO K 17-

KpaTHOMY To/aBjeHuto HuTporenasHoi aktuBHocTH N. sp. PCC 7120 (Pucynok 25).
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Pucynok 25. [leiictBue BMAA na azorduxcamnuro N. sp. PCC 7120. Knetku N. sp. PCC
7120 pocnu Ha cpene BG11o B mpucyrcreum 20 1 50 MM BMAA. HuTtporenaszHasi akTHBHOCTh
IpeJICTaBlICHa B CPaBHEHHUHU ¢ KOHTposieM (poct 6e3 BMAA) Ha 2 u 4 CyTKH pocTa.

Ha uderBepthie cytku (dyepe3 96 uwacoB) pocta B mpucyrctBuu 20 MM BMAA
HutporeHasHas aktuBHOCTh N. sp. PCC 7120 ocraBasach 3HAuMTENBHO CHIDKEHHOM T10
CPaBHEHUIO C KOHTPOJIEM, HO IIPY 3TOM HEMHOT'O YBEJIMYMJIACH [10 CPABHEHUIO C HUTPOT€HA3HON
aKTUBHOCTBIO Ha BTOpble CyTKU. DppexT BMAA B xonuentpanuu 50 MkM Ha HUTpOreHa3HYyrO
aKTUBHOCTh KIJIETOK HE H3MEHWICA K 4YEeTBEPTHIM CyTKaM — a30T(HUKcalMs MNpaKTHYEeCKU
OTCYTCTBOBAJIA.

['en nifH, koaupyrommii KOMIOHEHT (pepMeHTa HUTPOTeHAa3bI - AMHUTPOTreHA3a-PEAYKTa3y,
TPaJUIIMOHHO MCIIONB3YETCsl B KaueCTBe MapKepa Julsd U3ydeHHs mporecca azorpukcaruu. [lpu
uccienoBanum aeictsuss BMAA Ha KynpTypy CO 3pellbIMH TeTepouuctamy, ¢ nomouisto I111[P B
peajJbHOM BpEeMEHHU ObLIO OOHApyXXKEeHO MojaBieHue 3kcnpeccuu rera NifH (Pucynok 26) npu

MpaKTUYECKH HEM3MEHHOM yacTtoTe reteporuct (Tabmuma 15).
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Pucynok 26. Otnocutensubie ypoBuu MPHK rena nifH B kouTposie (cuHue cTonOIsl) 1 B
npucyrcteun 20 MkM BMAA (kpacubie ctonbupl) npu pocte KyasTypbl N. sp. PCC 7120 co
3peNIbIMU TeTepOICTaMH Ha cpesie 6e3 a30Ta.
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[Ipu pocte B mna3oTpo(HBIX YCIOBHSIX T'e€TEPOIUCTHI (PUKCUPYIOT MOJCKYJISPHBIA a30T
Omaromaps (hepMEHTY HUTpPOTEHasze, IpeoOpasyromieil ero B MOHBI aMMOHHUsA. C TOMOIIBIO
depmenta riyramuHcuHTeTasbl (I'C) aMMOHMIT acCHMUITUPYETCSl B PEAKIMU C TIIyTaMaToM M
MIOJTYYCHHBIN B PE3yJIbTaTe PEAKIMH ITYyTAMUH TPAHCTIOPTUPYETCS U3 TETEPOIIUCT B BET€TaTHBHBIE
KJICTKH B KauecTBe McTouHuKa a3ota (Pucynok 27.A) [Flores u Herrero, 2005]. Tak kak BMAA
SIBIISICTCS aHajiorom riryramata [Brownson et al., 2002] u KoHKYpUpYeT ¢ HUM 3a CBSI3bIBAHHE C
oenkamu (GIUR) u, B uacTHOCTH, € IepexoaHbiMu MeTaiamu [ Weiss u Sensi, 2000], TO BO3MOKHO
CHOCOOEH Tak)Ke KOHKYpHUPOBaTh 3a CBS3bIBaHME C (PEPMEHTOM TIIyTAMUHCHHTETA30M,
cremuUUHOI I ITyTamaTa U cojepxkameii Mn?* B peakmmonnom neHtpe. Takum 06pasoM,
cBs3biBasick ¢ ['C BmecTo rimyramata, BMAA MoXeT npensTCTBOBaThH 00pa30BaHUIO TIIyTaMHUHA,
HOHBI AMMOHHS TPH 3TOM aKKyMYJIHPYIOTCS B KieTKe. IIpM HaKOIUIGHUHM HOHBI aMMOHHS
croco6HbI HHIHOMpOBaTh dKcpeccuio rena NifH [Vintila u E1-Shehawy, 2007], uto npuBoaut K
CHIDKEHHIO U TIOJIABJICHUIO HUTPOTCHA3HOM akTUBHOCTH reTepouuct (Pucynok 27.B).

N:z N2

Hurporenasa Hurporenasa

NH}

= /[Glu][NHI]

[rc]

C-coeagnHeHus

Hcrounuk azora

BereraTuBHasl Kj1eTKa BereraTuBHas KJj1eTKa

lFeTeponucra lFeTeponucra
A B

Pucynok 27. A. AccuMuIAIIns. MOJIEKYIISIPHOTO a30Ta B KOHTpoJie. B. Cxema BO3MOXHOTO
neiictBust BMAA Ha HUTPOr€Ha3HYIO aKTUBHOCTh

Jlst onipeeniennst QyHKIMOHATBHOCTH T€TEPOIIMCTONOA0OHBIX KIETOK, 00Pa3yIOIINXCs B
kynbType N. sp. PCC 7120, pacryieii Ha cpejie co CBSI3aHHBIM a30TOM B MPUCYTCTBUU BMAA, ¢
MIOMOLIbI0 METOAA BOCCTAHOBJICHMS allETUJIEHA OIPEAEISUIM HUTPOT€Ha3HYI0 aKTUBHOCTb
KyJIBTYpHl IOocie MHKyOupoBaHus ¢ BMAA M cpaBHHBaIU CO CIIOCOOHOCTBIO OCYIIECTBIIATH
BOCCTaHOBJICHHE aneTwieHa y KyasTypsl N. sp. PCC 7120, moxnepxuBaemoii Ha cpeae BG1llo
cojepxarnieii 3pensie GyHKIMOHATBHBIE TeTeporucThl (Tabnuma 16). B kauecTBe HeraTUBHOTO
KOHTPOJISI UCIOJIB30BAIM JAHHBIE, MOJyUYEHHBIE NPU MU3MEPEHUHM HUTPOI€HA3HOM aKTHBHOCTHU
kyneTypsl N. sp. PCC 7120, xotopyto pacTwin Ha cpeae ¢ azotom 0e3 BMAA u B koTopoit
reTepolrCcTONnoI00HbIe KIeTKH oTcyTcTByloT. B Tabnmma 16 npencraBieHbl pe3yabTaThl
MIPOBEJCHHBIX M3MepeHU. OTMETHM, YTO HUTPOreHa3Hasi aKTUBHOCTb I'e€TEPOLMCTONOIOOHBIX
KJIETOK (DaKTUUYECKH OTCYTCTBYET, OHAa HAXOJUTCS Ha YPOBHE BOCCTAHOBJICHHUS alleTUJICHA

KJICTKAMH B HCTATUBHOM KOHTPOJIC, TO €CTb TaM, I'IC HCT I'CTCPOUUCT. Takum 06p3.30M, OBLIO
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MOKa3aHO, YTO TeTEePOIMCTONOA00HbBIE KIETKH, 00pa3oBaHUEe KOTOPHIX MHIyHupyeT BMAA Ha

cpelie, copepKalel HUTpaT HaTPus, HE SIBISIFOTCS ()YHKIIMOHATBHBIMHU.

Taoauna 16. Hurporenasnas AKTUBHOCTDH M 4acTtoTa  TETEPOLUCT U
reTEPOLUCTONOM00HBIX KIIETOK Ha 3 cyTkn nHKyOoupoBanus ¢ 20 MM BMAA.

Yacrora reTepouucT u HuTtporenasHast

VYcnoBust (cpena, 6

npucytcTsie BMAA) reTePOIMCTONOO0HBIX aKTHBHOCTb,

P KJIETOK, % umoub [Eth]/Mxr[Chl]*u

Kontpois, BG11no, 0% 0,0

BG11nos, 20 MkM BMAA 3,7% 0,0
KonTpons, BG11 5,4% 22,4

BG11y, 20 MkM BMAA 4,4% 7,8

4. leiictBue BMAA na 3kcnpeccuio reioB N. sp. PCC 7120, BoB/1e4eHHBIX B
npouecc au¢depeHIUPOBKY reTePOIUCT U A30THBIH MeTa00au3M
C nomompro TP B peanbHOM BpemeHu ObuIO ompenaeneHo aciictBue BMAA Ha
sKcrpeccuio reHoB NICA, nirA, gInA, gltS, hetR hepA u nifH, mpoaykThl KOTOPHIX BOBJICYEHBI B
a30THBIN MeTabonu3M 1uanobaktepuit (Tabmumsr 17, 18). Dkcnpeccusi TeHOB HOPMHUPOBATIACH
OTHOCHUTEJIbHO TPAHCKPUIITA FE€HA JOMAIIHETo X034icTBa rPB. PacyeT oTHOCUTENBHBIX YpOBHEN
DKCIPECCHH TPOBOJAWICA C MCIOJIb30BAHUEM METOJA CPABHEHMSI IIOPOTOBBIX YpPOBHEU

amundurarun AACt.

4.1. leiictBue BMAA Ha skcnpeccuio reHoB N. sp. PCC 7120 npu a30THOM
roJIOIaHUH

beuto  obHapyxeHo, 4ro BMAA wu3MeHSeT SKCIPECCHUI0 TEHOB, BOBJIEUEHHBIX B
¢dopmupoBanue rerepouucT. OAHMM U3 BaXKHBIX PETYISTOPHBIX KIIOUEBBIX OEJIKOB,
KOHTPOJIUPYIOIIMX TIpoliecc oOpa3oBaHMsI TeTepouucTt, sBisercs Oemok HetR, mnpomykr
sKcnpeccun rera hetR, mpeacrapistonmii co00it MPoTeasy CEpUHOBOTO THUIIA U CBS3BIBAIOIIMIACS
C MPOMOTOpPAaMH HECKOJBKHUX I'€HOB, YUAaCTBYIOUIMX B PEryJSLUH (HOPMHUPOBAHUS T'€TEPOIMCT.
Mopdorenes nmonucaxapuaHON Karcyibl U TITMKOIMIUIHOTO CJI0sl TeTePOLUCT KOHTPOIUPYETCs
JIByMsi cemeiicTBamu reHoB, hep u hgl, kotopsle KocBeHHO akTHBHpPYOTCS perysstopom HetR.
[Tponykt rena hepA npexacrapnsier co0oil Tpancnoprep ABC-tumna u HeoOX0auM JUIsl CUHTE3a
NOJIMCaXapuaHON KarCynbl reTepoructsl. OOHapyskeHo, uto reHsl hetR u hepA, oTBeTrcTBeHHBIE
3a (hOpMUPOBaAHME TETEPOLIMCT, pernpeccupoBanbl B mpucytcTBu BMAA (Pucynok 28.A, B), uto
KOPPEIHUPYET C OTCYTCTBHEM I'eTEPOIUCT B yCIOBUAX Tooganus KyasTypsl N. sp. PCC 7120 mo
asory B npucyrctBud BMAA (Pucynok 23.B).

I'ereporctel B kynbType N. sp. PCC 7120 mopdonornuyeckn OBbLIM pazIuuuMBbl U

(I)YHKI_II/IOHaJILHLI Ha BTOPBIC CYTKHU ITOCJIC HACTYIIJICHU a30THOI'O IroJiogaHus, YTO COOTBECTCTBYCT
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auteparypusiM gaHHbIM [Hebbar u Curtis, 2000]. Tlpu noGaBmennn BMAA k kieTkam
[[UaHOOAKTEPHH MPoIecC 00pa30BaHUsl TETEPOLUCT HE UHUITMHPYETCS, O YeM CBHJIETEIIbCTBYET
OTCYTCTBHE IIPOTETEPOLIUCT U FETEPOLMCT B IOJIOJAIOIIEH 110 a30TY KYJIbTYpeE.
Pannue stansl 1uddepeHInpoBKH reTepoIMCT 3ayCKatoTCs mocie Toro, kak muki I'C /
I'OI'AT mnepecraer ¢ynkuuonuposars [Zhang et al., 2006], curnamphas monekyma o-KI'

HAKaIUTMBAETCS U B3aUMOJCHUCTBYET ¢ ritobanbHbiM peryisitopom NICA [Zhang et al., 2006; Zhao

et al., 2010] (Pucynoxk 29.A).
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Pucynok 28. Otnocurensabie ypoBHu MPHK reno hetR (A) u hepA (B) 6e3 nobasnenus
BMAA «x knerkam (cunue ctonOiel) u B npucyrctBun 20 MkM BMAA (kpacHble cTONO1IbI) TPH
roiogaanu KyapTypbl N. sp. PCC 7120 mo azoty.

[Tocne aktuBaruu NtcA ycunuBaercs skcrpeccus reHa hetR [Black et al., 1993; Buikema
u Haselkorn, 1991], npoaykT KOTOPOro MpUCYTCTBYET B KIETKaX B MUHOPHBIX KOJMYECTBAX MPHU

pocTe Ha cBsi3aHHOM a30Te. B Teuenue nepBbix 24 4 nocnie Havana roioganus bBMAA B nienom He

BJIMACT HA JSKCIIPECCHUIO I'CHA ntCA, HE cuuTas HeOOIBIIIOTO CHUKCHHS OKCIIPECCHUU 3TOI0 reHa
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yepe3 8 yacos ronoganus (Pucynok 30). Perynsropsr Tpanckpunuuu HetR u NICA ycunusarot
TPAHCKPHIILIMIO COOCTBEHHBIX TE€HOB M TEHOB JApPYr Jpyra M B KOHTPOJBHBIX 0Opasmax
HaOJroJaeTcs yBenrueHue skcrpeccuu reHoB hetR u NICA mo cpaBHEHHIO ¢ MOMEHTOM Havalia
rosoganust (HyiaeBoi Toukoi) yepe3 4 u 8 u (Pucynku 28.A, 30). B npucyrcteun BMAA B
TEUCHHE BCEro Meprojaa u3MepeHuil (48 u) mocne Havana ronomaHus skcrpeccus hetR B He
OTJIIMYACTCSA OT HU3KOTO HAYaJIbHOT'O YPOBHS, 3aMETHO 3HAYUTEIHHOE MHTHOUPOBAHUE IKCIIPECCUU
hetR o cpaBHeHuIO ¢ sKcnpeccueii B kouTpose (Pucynku 28.A, Tabmuua 17). CriegoBaTenbHo, B
KJIETKax TO-TIPeKHEMY MPHCYTCTBYIOT TOJBKO MHHOpHBIE KoimdecTBa Oenka HetR u Her

YCUIICHUA TPAHCKPHUITIHNU ntcA qgepes 8 yacoB 11ocie HaJaja TroJdodaHMA.

HcromeHue azora NtcA HetR

oKl — NtcA  HetR M\\
M/ ntcA hetR hepA
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Pucynox 29. A. Cxema perymnsinuu skcrpeccuu reroB NtCA, hetR, nifH u gInA B xoxe
(dbopMUpOBaHUS TETEPOLUCT NpU a30THOM ronofanuu. B. Cxema HapyuieHus QyHkumii Oenka
HetR mpu Bo3MoxxHOM BcTpamBaHnu BMAA B €ro mepBUYHYIO CTPYKTYpPY BMECTO CEpHHA Ha
HAYabHBIX CTAAUIX (OPMHUpPOBAaHUS reTepolrcT. [TyHKTHpoM 00O3HaYeHa MOTEHIMATbHAS
perymsius Sxcnpeccuu rena hepA 6enkom HetR, ocymiecTBisiemas B mporeTeponucTax.
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Pucynok 30. OtHocutensHble ypoBHH MPHK rena ntcA 6e3 BMAA (cunue cton6ubl) u B
npucyrctBur 20 MkM BMAA (kpacubie cTon011s1) ipu rostoganuu KyasTypsl N. sp. PCC 7120 no
a3ory.

Tak Kak 3HAUMMOTO CHIIKEHUS JKCIpeccuu reHa NICA OTHOCUTENbHO KOHTPOJS MpHU
nobasinennn BMAA Kk kieTkam He HaOmoaeTcs B TedeHne nepBoix 24 4 ronoganus (Pucynok
30), xorna mporecchl nud(HepeHINPOBKN TeTePOIUCT HHUIUUPYIOTCS B IIMaHOOAKTEPUAITBHBIX
KIIeTKax, no-suauMomy, BMAA He unruOupyet cBsizbiBanue momnekyinbl o-KI' u 6enka NICA u
BIIUSIET HA MOCIEAYIOUINE PEryIsITOPHBIE IPOIECCH TP (POPMHUPOBAHUH FETEPOLIHCT.

JHK-cBs3piBatonuii  Oenok HetR  sBisercs cepuHOBOM mpoTea3oil, CHOCOOHOW K
aBTonerpananuu [Dong et al., 2000; Zhou et al., 1998], a Tak kak BMAA crnoco6eH ommb04HO
BCTpauBaThcs B O€JIKM BMECTO CE€pUHA MPH UX 00pa3oBaHUM, TO OJHOM U3 TUIOTE3 MOAaBICHUS
muddepeHIIMPOBKUA MOKET OBITh MOTEPS PEAKIIMOHHON criocoOHocTH Oenka HetR, B Tom uucne
cBs3aHHOM ¢ mpucyrctBueM BMAA B ero mepBuuHoi cTpykrype. HetR B3zaumopeiictByer ¢
IPOMOTOpPaMH HECKOJBKMX T€HOB, CBS3aHHBIX C PETYJSIUEed TeTepOIUCT, B YaCTHOCTH, C
npomotopamu reHoB hetR, hepA u patS [Du et al., 2012; Feldmann et al., 2011; Higa u Callahan,
2010; Huang et al., 2004], a Takke yCHIUBAE€T CBOIO COOCTBEHHYIO SKCIPECCHUIO M IKCIIPECCHIO
NtcA [Muro-Pastor u Hess, 2012]. IIpu romoganuu 4epe3 8 U 3HAYMTEIHHO YBEIHMUYHUBACTCS
sKkcrpeccusi hepA B KOHTpOJIE, YTO COOTBETCTBYET (HHAIBHBIM CTaausiM (OPMHUPOBAHUS
reTepOLUCT — CHHTE3Y MOJMCaXapuaHOM Karcybl, 3alMIIaoNnIeil HUTporeHa3y ot kuciopozaa. B
npucyrctBui BMAA ypoBeHb dkcmpeccur hepA He H3MEHSeTCS OTHOCHTENBHO HHU3KOTO
HAYaIBHOTO YPOBHS M 3aMETHO 3HAYMTEIIbHOC MHTHOWPOBAaHUE TIO CPAaBHEHHIO C IKCIPECCHel B
koHTposie. Tak kak Oenok HetR sBnsercs ogHUM M3 KIIOYEBBIX PETYISTOPOB 00pa3oBaHUS
TeTEepOLUCT ¥ KOHTPOJIMpPYET dKcnpeccuto hepA, To mHruOupoBaHue skcrpeccun rera hetR B
npucyrctBul BMAA B 3HauMTENbHOH CTENEHW OOYCIABIMBACT HU3KYIO 3Kcrpeccuio hepA

(Pucynok 29.B).
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Ta6auna 17. OtHocurenpHoe u3menenue ypoBHeir MPHK renoB N. sp. PCC 7120 B
YCJIOBUSX a30THOTO TOJOAaHUA B KOHTposie W B mpucyrctBuu 20 MkM BMAA. VYpoBeHb
TPAHCKPUIILIUKA T€HOB B HYJIEBOW TOUKE MPHUHSAT 32 CAMHUILY.

KonTpons BMAA
T'en
44 8 u 24 g 48 4 44 84 24 g4 48 gy
glnA 0,7+0,2 1,7+£0,1 | 3,1+0,1 0,4+0,1 0,5+0,3 | 2,5+0,4 0,4+0,2 6,1+0,7

gltS | 0,7£0,2 | 1,4+0,7 | 03+0,1 | 2,2+0,0 04401 | 0,5+0,0 | 0,6£00 | 2,0+0,0
ntcA | 2,4+0,1 | 4,8t0,1 | 2,8+05 | 1,1+0,2 1240,6 | 2,340,3 | 4303 | 4,5%0,7
hetR | 1,9¢04 | 7,740,4 | 2,740,2 | 4,403 0,8£0,0 | 1,0+0,1 | 0,9+0,5 | 0,8+0,1
hepA | 03+0,0 | 11,4£1,0 | 4,4+1,8 | 4,4+0,3 0,740,0 | 1,9+1,1 | 1,0:0,0 | 0,8+0,1
nifH | 0,540,0 | 2,4+0,1 | 7,940,1 | 179,6+36,6 | 1,3+0,7 | 1,240,5 | 21,4+0,1 | 9,0+0,9

3aKIouMTeNbHbIC  ATanbl  mporecca AU(G(EpeHIUPOBKH  TETEPOIMCT  BKIOYAIOT
perymupyembie nepectpoiiku JIHK, kortopele, B wacTHOCTH, mpoucxoisT B reHax nifHDK,
KOJUPYIOLIHX CYyObeqMHULIBI HUTporeHasbl. Tak kak BMAA unrubupyer sxcnpeccuto reos hetR
u hepA, To Kk MOMEHTY 3amycka TpaHcKpumuuu reHa NifH rerepormctsl He chopMUPOBaHBI U
skcnpeccust NifH, B wactHocTH, B mpucyrctBum BMAA mociie mepBbIX CYTOK TOJOAAHUSI

camxkaercs (Pucynok 31).
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Pucynok 31. OtHocurensubie ypoau MPHK rena nifH 6e3 BMAA (cunue cTosiOIpl) u B
npucyrctBur 20 MkM BMAA (kpacuble cTonO1161) ipu rostoganuu KynsTypsl N. sp. PCC 7120 o
azoTy.

B Tedenue nepBbIxX 8 4 mocie Havyaia roJIoAaHus, KOria MpoOUCXOAUT MPoIece HHUIHALUN
T depeHIIMPOBKY BETETATUBHBIX KJIETOK B T'€TEPOLMCTHI, SKCIPECCHUS TeHa, KOAMPYIOIIEro
depment I'C, gInA, B koHTpOIe U B ipucyTcTBUM BMAA 3HaunTensHO He oTinuyaercs (PucyHok
32.A). Dkcnpeccust §INA B KoHTpose K 24 4 roiofaHus KyJIbTyphl yBEIUYHBAETCS B 3 pasa, 4To
COOTBETCTBYET QyHKIIMOHHUpoBaHMIO (hepmenHTa ['C B reTeporucTax, 1 CHUKAETCS B IPUCYTCTBUU
BMAA 1o ypoBHs B 2 pa3sa HIKE HCXOTHOTr0. DKkcmpeccus reHa gItS, koaupyromero ¢pepmMeHT
I'OT'AT, B xoHTpoOse u B npucyrctBud BMAA koseGnercss mpakTH4eCKH Ha HCXOJHOM YPOBHE B

Te4yeHue nepBoix 24 4 ronoganus (Pucynok 32.B).
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B pesynbrare noBbleHHON TpaHCKpHITIHU reHa gINA mocie Havaa a30THOTO TOJIOAaHHS
yBEJIMYMBAeTCS aKTHBHOCTh TiiyramuHcuHTeTassl (I'C) [Tumer et al., 1983]. B rerepormcrax
CHHTE3UPOBAHHBII TOCIE (PUKCAUK a30Ta AMMOHUI aCCUMUJIMPYETCSl TITyTAMUHCHHTETA30i |
TPAHCHOPTHPYETCSl B BErCTATUBHbIC KJICTKH, TJE T[IIyTAMHH IpEBpallaeTcs B IIyTamaT C
nomoinsio pepmenta 'OTAT [Thiel, 2005]. AxktuBrocts 'OT'AT B rereporucrax 0YeHb HU3Kas
win orcyrctByer [Thomas et al., 1977], u riyramar TpaHCIOPTHPYETCS B T'€TEPOLUCTHI M3
COCEITHMX BETreTaTHBHBIX KIICTOK.
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Pucynox 32. Otaocurensabie ypoBHu MPHK renos gInA (A) u gltS (B) 6e3 BMAA (cunue

cton61bl) u B mpucyTcTBu 20 MkM BMAA (kpacHble cToOIb1) Tpu rofioiaHuu KyiabTypsl N. Sp.
PCC 7120 mo a3ory.

4.2. NeiictBue BMAA Ha sxcnpeccuto renoB N. sp. PCC 7120 B npucyTcTBUH
HCTOYHHMKOB CBSI3AHHOI'0 a30Ta

a-KI" crumymupyet JTHK-cBs3biBarornyro aktuBHOCTh NtcA [Frias et al., 1994; Wei et al.,
1994] u B orcyrctBue o-KI' Tpanckpunius reHos, 3aBucuMbix oT NICA, He HauHeTtcs [Vazquez-
Bermudez et al., 2002a; Tanigawa et al., 2002]. Ha skcnpeccuto rena NtCA nipu pocte kietok N.
sp. PCC 7120 BMAA mnpaktudecku He oka3biBaeT BiusHus (Tabmuma 18).

IIpu pocre nmanoOaktepuid Ha HUTpaTre mpu JeiictBun BMAA 00pa3oBbIBaIUCH
TeTepOIMCTONOJ00HBIE KIETKH. B MPUCYTCTBHM CBS3aHHOTO a30Ta B CpeJie BHYTPH KJIETOK HUTPAT
MIOCJIEIOBATEIFHO BOCCTAHABIMBACTCS 0 HATPHUTA U aMMOHHUS (hepMEHTaMH HUTPATPEeIyKTa301
Y HHUTPUTPEAYKTA30i, KOTOPHIE SIBISIOTCS MPOAYyKTaMu NarB um Nir4d reHoB, COOTBETCTBEHHO
[Rubio et al., 1996; Luque et al., 1993], npu 3TOM 3KCIIEPUMEHTHI MOKa3alld, YTO Ha CpPesie C
aMMOHHEM B KaueCTBE HCTOYHHKA a30Ta KyJbTypa CIOCOOHA BBIIEPKATh MPUCYTCTBUE OOJIBIITHX
KoHIleHTpauuii BMAA, dyem Ha cpene ¢ HuTpaTtoMm. [[03TOMY OJHON M3 TMIOTE3, CBA3aHHBIX C
MexaHu3MoM BozneiictBus BMAA Ha 1uaHOOAaKTepHANbHYIO KIETKY, MOIJOo OBITh
UHTUOMpOBaHUE (PYHKIIMOHAIBHOW CIOCOOHOCTH ()EPMEHTOB, YYACTBYIOIIUX B aCCUMHIIALIUU
HHUTpaTa, WM UX CHHTE3a IPH WHTUOMPOBAHMUH SKCIIPECCHU TeHOB NarB u Nnird, xoampyromumx

HUTpPAT- U HUTPUTPEAYKTa3y, COOTBETCTBEHHO, HO pe3ynbTaThl [I[[P B peanbHOM BpeMeHH
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MoKazajid, 9To B MPUCYTCTBHH BMAA skcrpeccust reHa NirA MpakTHYEeCKH HE OTIMYAeTCS OT

KOHTPOJIs B TeueHue 96 yacos skcno3uimu ¢ BMAA (PucyHnok 33).
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Pucynox 33. OtHocurenshbie ypoBau MPHK rena nir4 6e3 BMAA (cuHue cToOnbl) 1 B
npucyrctBu 20 MkM BMAA (kpacuble ctonOubl) npu kynbtusupoBanuu N. sp. PCC 7120 na
cpezie ¢ HUTPaToM

B HOpMe, eciu B cpefie eCTh HCTOYHHUK a30Ta, sKkcpeccus reroB hetR u hepA orcyrctByer
WM CHW)KEHA JI0 MUHOPHOTO YPOBHSI, OJJHaKO, B npucyrctBur BMAA skcrpeccus reHoB hetR,
hepA u nifH Bospacraer mo cpaBHenuto ¢ koHTposiem (Tabmuma 18, Pucynok 34), uro
CBHUJIETEJIbCTBYET O IOCTYIUIGHWH CHUTHala 00 HCTOIEHUHM a30Ta B Cpele U HHUIMAIHUU
(bopMHpOBaHUS TeTEPOLUCT. YBEJINYEHNUE YPOBHEH TPAaHCKPUIILUN ITHX I€HOB COOTBETCTBYET
BpPEMEHHU 00pa30BaHUS T€TEPOIMCTOMOA00HBIX KIETOK M COOTBETCTBYET ()EHOTHUITY, KOTOPBIA MBI

HaOo1aeM npu Mukpockonuu (Pucynok 24).

Ta6auna 18. OtHocurensHoe m3menenue ypoBHeil MPHK renoB N. sp. PCC 7120 B
YCIOBHSAX POCTa KYJbTYphl Ha HUTpaTe B KOHTpoje U B mpucyrctBur 20 MkM BMAA. YpoBeHb
TPAHCKPHUIIIIHUU I'CHOB B HyneBOﬁ TOYKEC IMPUHAT 3a CAMHULLY.

KouTponb BMAA
I'en

4q 8y 24 4 48 g4 96 4 4q 8u 24 4 48 g4 96 4

ginA | 0,3+0,1 | 0,9+0,0 | 0,240,1 | 1,1£0,1 | 0,240,0 | 0,3£0,1 | 1,240,4 | 0,20,0 | 6,540,7 | 2,0+0,2

glts 0,3+0,2 | 3,1+0,1 | 0,6+0,3 | 0,8+0,1 | 1,6+0,2 | 0,2+0,1 | 1,6+0,1 | 2,3+0,4 | 4,5+0,5 4,5+0,4

ntcA 0,2+0,2 | 2,5+0,1 | 0,3+0,2 | 0,9+0,1 | 0,7+0,1 | 0,2+0,2 | 1,9+1,1 | 0,4+0,3 | 2,5+0,5 1,9+0,3

hetR | 0,2%0,0 | 1,0£0,1 | 0,220,1 | 1,1=0,1 | 1,1%0,0 | 0,8£0,0 | 0,5+0,0 | 02+0,1 | 10,429 | 1,3+0,2

hepA | 1,60,0 | 0,740,5 | 1,6£0,1 | 1,1+0,1 | 1,1+0,1 | 1,240,1 | 7,740,4 | 2,716 | 10442,9 | 1,340,

nifH | 0,1£0,0 | 0,7+0,4 | 02£0,2 | 0,9%0,0 | 1,240,3 | 0,2£0,0 | 0,5+0,1 | 0,9+0,6 | 53,7+1,2 | 28,6+1,8

nirA 0,5+0,4 | 1,7+0,0 | 0,6+0,4 | 0,4+0,0 | 0,1+0,0 | 0,2+0,1 | 1,9+0,3 | 0,5+0,0 | 0,4+0,1 0,1+0,0

Tak kaxk BMAA cnocoOcTByeT 00pa3oBaHUIO KJIETOK, CXOXKHUX C TETepOIMCTaMH, B
KynbType HuT4aton rmanodakrepuu N. sp. PCC 7120 mpu pocte Ha cpeie Co CBSI3aHHBIM a30TOM,

JUIsL OTIpEAENICHUSI BO3MOXKHBIX MOJIEKYJISIPHBIX MEXaHU3MOB neicTBUs BMAA Mbl cpaBHWIN
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nerictBue BMAA ¢ npyrumMu HeOETKOBBIMH aMUHOKHUCIIOTAMH, KOTOPBIE BBI3BIBAIOT IEPEMPECCHIO
TeTEepOIUCT B Pa3IMYHBIX IMAHOOAKTEPHATBHBIX KyJIbTypaxX B IIPUCYTCTBUHU CBSI3aHHOTO a30Ta Ha
cpelie UX pocTa.

W3BecTHBIMU ~ areHTamu, UHIYUUPYIOIUMU  O0pa3oBaHHWE  TETEpPOLUUCT B
[MaHOOAKTEePHANIbHBIX KYJIbTypaX, pacTyLUX Ha Cpe/ie B IPUCYTCTBUU CBSI3aHHOTO a30Ta, TO €CTh
JICPETIPECCHI0 TETEPOLIUCT, SIBISAIOTCS AaHAJOIM HE3aMEHUMbIX amuHOokuciaor MSX (L-
METHOHUHCYIb(POKCcUMHEH), AZa-Trp (7-azatpunrodan) u B2TA (f-2-tuennnananun) (Tabnuna

19).
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Pucynok 34. Otnocurenbhbie ypoBau MPHK renoB hetR (A) u hepA (B) 6e3 BMAA
(cunue cronbipl) U B npucyrctBun 20 MkM BMAA (kpacHble cTONOIBI) IPU KYJIHTUBUPOBAHUHI
N. sp. PCC 7120 Ha cpesie ¢ HUTPATOM.

Tab6auna 19. HeGenkoBble aMUHOKUCIIOTHI, BIUsONIME HA JAU((HEpeHINPOBKY KIETOK
[IMaHOOAKTEPHIA B IPUCYTCTBUH CBSI3aHHOTO a30Ta, M UX OCJIIKOBBIC aHAJIOTH
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[Ipu cpaBHeHn™ AeiicTBUsS BMAA 1 HeOSIKOBBIX aMUHOKHCIIOT OBLITH OTMEYEHBI CXO/ICTBA

u paznmuuus (Tabnumna 20). HeGenkopast amuaOokucnora MSX Tak ke, kak u BMAA, sBisiercs

AHAJIOI'OM rijryramara.

Tab6auua 20. CpaBuenue 3¢pdpexkroB BMAA na xierku N. sp. PCC 7120 ¢ neiictBuem

HeOEIKOBBLIX aHAJIOIOB AMHWHOKHUCJIOT, MHAYHUPYIOIINX JCPEIPECCUIO TCTEPOTNUCT

BMAA MSX azaTrp B2TA
€lCTBUE HA POCT
a poc Nurubupyer* HNurubupyer He unrudupyer He unrubupyer
IHaHOOaKTepuit
Hn, ust
AyKHL Nunyuupyer Nupyuupyer Nunyuupyer
Jepernpeccun Uupynupyet
oOpa3oBaHue oOpa3oBaHme oOpa3oBaHue
TETEPOLIUCT Ha CPEJIe C oOpa3oBaHme
reTepOIMCTONOI00HBIX reTepOLIUCT, TeTEepOIINCT,
HUCTOYHUKOM reTepOINCT, HE
KJIETOK, HE CHOCOOHBIX K CIIOCOOHBIX K
CBSI3aHHOT'O a30Ta U UX ¢dukcupyromux N2
¢bukcupyromux N ¢dukcaruu N2 ¢duxcanuu N2
(GyHKIIMOHAJILHOCTh
YBenu4yeHue 4acToThl
reTepOIMCTONOI00HBIX
pont a YBenuuuBaer VYBenunuuBaer He Bnusier Ha
Binsiaue Ha gacroty KJIETOK
4acToTy 4acTOTy 4acToTy
reTepPOLHCT MIPOIMOPLIUOHAIEHO
TeTePOIHCT TeTePOIIHCT TeTePOIHCT
KOHIICHTPAIUN
BEMAA**
He unrunbupyer
JewicTBue Ha aktuBHOCTH I'C,
WNurubupyer He unrubupyer

AKTUBHOCTH TJTyTaMUH
cunrerassl (I'C)

aktuBHOCTE [ C

HO UHTUOUpYET
aKTUBHOCTD
I'OTAT

aktuBHOCTE [ C

*BMAA 3nauntensHo uHruoupyet poct N. sp. PCC 7120 na cpene BG11lnos, HauuHast ¢

nepBoro JHsg nHKyoanuu ¢ BMAA, a ipu pocte Ha cpeie BG11nn, 3HaUnTETHOC HHTHOMPOBAHHE
pocTa KynbTyphl Habt0AaeTcs mnocie 0oee JUIMTENbHOTO cpoka nHKyOau ¢ BMAA.
**]laHHBIE TPUBOMAATCS TONBKO Juiss ciydas KynbtuBupoBanus N. sp. PCC 7120 c
pasnuyHbIMH KoHUeHTpauusMu BMAA Ha cpene BG1llnw, Tak Kak Ha cpefie ¢ HUTPATOM B
KayeCcTBE HCTOYHUKA a30Ta (PMIaMEHTHI B IHaHOOAKTEPHAIIbHOM KYJIbTYpe MOIBEPKEHbI BHICOKON
CTETEHHU Jierpajaliui mpu Oosee BBICOKMX KOHIEHTpauusax, yeM 20 MKM M HEBO3MOXHO
OIPENIEIUTh KOJIUYECTBO IeTEePOLMCTONOA00HBIX KIETOK JUIsl CPABHUTEIBHOIO aHAJIN3A.

B xonuentparu 1MkM MSX 3HauMTENbHO CHWXKAET MHTEHCHUBHOCTH pocta Anabaena
variabilis Ha cpene, comepxamieid 5 MM aMMOHHS, 32 TIEPBBIC YETBEPO CYTOK HMHKYOHMpPOBAaHUS
[Rogerson, 1979], B To Bpems kak mobasienue 50-100 MkM BMAA Ha cpene ¢ 5 MM amMmmoHust
HE BBI3BIBACT 3HAYMUTEIBHOTO WHTHOMPOBAHHS POCTa ITUAHOOAKTEPHH B TEUYCHHE TaKOTO JKE
BpeMeHHU KyabTuBUpoBanus. Takoi addext MSX Ha poct A. variabilis B mpucyrcTBuu aMMoHUs
noxox Ha aeiictBue BMAA Ha poct mmano6akrepun N. sp. PCC 7120 nHa cpene ¢ HUTpaToMm.
YcranoBneHo, uto MSX uHrnOupyer aktuBHOCTh pepmenTa riayramuacuHaTeTasbl (I'C) 1 Takum
obpaszom obecrieunBaeT aepenpeccuro rereporuct [Rogerson, 1979; Stacey et al., 1978]. TTostomy
JUIs TanbHENIIero u3y4eHus: Mexannsma neiicteus BMAA muanupyercst onpenenenue 3¢gdexra

BMAA na aktuBHOCTh epmenta ['C.
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azaTrp u B2TA uanynupyroT o0pa3oBaHHe TE€TEPOIMCT Ha CPEJIe C aMMOHHUEM T10 IPYTOMY
MeXaHU3My. DTU COeIMHEHHsI HEe MHTUONPYIOT akTUBHOCTH ['C, HO azaTrp momaBiseT akTUBHOCTh
['OI'AT, Onaromapst uemy B cpene HakarmuBaercss o-KI', nmarommii curHan K oOpa3oBaHUIO
rereporuct [Stacey et al., 1978; Rogerson, 1979; Chen et al., 1987]. HebenxoBast aMUHOKHCIIOTA
asza-cepuH Takke sBisercs nHruouTopoM 'OIAT u apyrux amunoTpancdepas, mpu 3TOM OHA HE
CIIOCOOHA MHAYIMPOBATh 00pa30BaHUE TETEPOLUCT IPU 100aBICHUU K KylbType Anabaena sp.
CA, pacrymeii Ha nurpare [Chen et al., 1987]. [Ipu oOpa3oBaHuM reTEpOLUCT B MPUCYTCTBUH
MSX u azaTrp coxpaHsieTcsi CHOCOOHOCTh 3THX KJIETOK (PHKCHpPOBATH MOJICKYJSPHBIA a30T U
OJIEP’)KUBACTCS. HUTPOr€Ha3Hash akTHBHOCTh reteponuct [Rogerson, 1979; Stacey et al., 1978].
Takum 00pazom, TETEPOLUCTHI B 3TUX KYJIbTYpax 00ECIIEYMBAIOT a30TOM BEr€TaTHBHBIC KIICTKH,
B KOTOPBIX 3a0JIOKMPOBaH MyTh accuMmsanuu azora yepe3 ['C/I'OTAT uuki.

Pesynbrate! I1LP B peanbHOM BpeMeHHU noka3anu, uTo BMAA He3HauuTenbHO BIUSET Ha
skcrpeccuio reHoB gInAd u glts B reuenue nepBeix 24 yacos mnocie godasiacHuss BMAA k kieTkam
N. sp. PCC 7120, pactymum Ha cpeze ¢ azorom (Tabnuma 18). Ho ero neiictBue MoeT ObITh
cBsi3aHO ¢ HapymeHueMm ¢yakiuonupoanus nukia ['C/ITOT'AT. Kak ananor riryramata BMAA
MOKET KOHKYpUpOBaTh C HUM 3a cBsizbiBaHuEe ¢ (pepmentoM ['C, riyramar B 3TOM ciiydae
HakarmBaeTcss u Hapymaercs (ynkuuonupoBanue nukina ['C/I'OT'AT, yro mpuBoguT K
AKKyMYJISIIIMKA CUTHATBHOM MoJiekybl a-KI', B3aumonerictyrorieit ¢ NtCA (Pucyrnok 35). Kpome
TOT0, TaK KakK IiIyTamar sIBJIsIeTCsl KOHEYHBIM ITPOIYKTOM peakiinu ¢ yuyactuem ¢pepmenta 'OI'AT,
€CTb BEpPOSATHOCTh, YTO BMAA uMHruOupyer AesTeabHOCTh 3TOro (hepMeHTa MM HAKIMBIIMICS
rIyTamMaTr B Ka4eCTBE KOHEUHOro MpOAyKTa. B 3TOoM ciyuyae Takke NMPOMCXOAWT HAKOIUICHHE
curHanbHOU MoJiekyibel o-KI'. Takum o6pazom, B mpucyrctBu BMAA co3garoTcs ycnoBus s
BO3HMKHOBEHHUSl CHTHajla K Hayaly SKCIPECCHUH T'€HOB, BOBJIEYEHHBIX B IU(PDEPEHINPOBKY
KJIETOK, B YaCTHOCTH, K aKTHBALlUU TJIO0AJIBHOTO pEryisTopa 3Toro mpouecca, 6enka NICA,
YUYacTBYIOIIETO BO BCeX CTaiusx co3peBaHus rerepounctsl (Pucynox 35). Drta rumotesa
o0BsICHSCT yBenu4yeHue skcnpeccud reHoB hetR u hepA B mpucyrctBum BMAA wu 3amyck
HAYaJIbHBIX CTaIUi 00pa30BaHUs T€TEPOIHCT.

ITpu ronoganuu no azoty uuki I'C/I'OIAT He pyHKIIMOHUpYET, BUAUMO, To3ToMy BMAA
B IIEPBYIO ouepeib cBs3biBacTcs He ¢ ['C, a MpeAnoaoKUTENBHO BCTYIaeT BO B3aUMOJEHCTBHE C
6enkom HetR.

BMAA Taxke MOXET BCTyIaTh B KOMIUIEKCOOOPa30BaHUE C MEPEXOTHBIMH MeTaIaMH
[Nunn et al., 1998]. Jlns BoccTaHOBJIEHHsS HUTPUTA 1O AMMOHHsS (heppeIOKCHH-3aBHCUMAs
HUTPUTPEAYKTa3a LHUAHOOAKTepUil 0OecreuynBaeT MEPEeHOC SJIEKTPOHOB UEpe3 Kele30CEPHbII
KJIaCTep OT BOCCTAHOBJIEHHOTO (peppeloKCHHa Ha cuporeM. B mpoliecce BOCCTaHOBJICHHSI HUTPUTA

710 aMMOHHS TIpH B3anMozieiicTBii BMAA ¢ Fe?* MoxkeT ObITh HapyIlIeH JF000ii U3 STHX TaIloB.
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Pucynoxk 35. ['unore3a 00pa3oBaHus reTepoLUCTONOJOOHBIX KJIETOK Ha CPEe C a30TOM B
npucyrctBud BMAA. A. Cxema ¢ynkuuonupoBanus mukia ['C/I'OI'AT. B. Hapymenue
¢ynkunonnposanus nukia ['C/I'OI'AT B nmpucyrcrBun BMAA.

WNurubupyromee aericteue BMAA Ha pocT nuaHoOakTepuil MOKET ObITh O0YCIIOBJICHO
OKHCIUTEIbHBIM cTpeccoM. [Ipu pasznokennrn BMAA B kauecTBe KOHEUHBIX MPOYKTOB B Cpelie
obpasyrorcs metriiamud 1 ammonuit [Nunn u Ponnusamy, 2009]. Jlaiee MeTHIaMUH OKHCISCTCS
1o Gopmanbaernaa, nepekucu Bogopoaa u ammonus [Nunn, 2009]. B mpucyTcTBUH BBICOKOIMA
KOHIICHTPAIlM KIOHOB aMMOHHS B CpeJie paBHOBECHE peakiuu pacnana BMAA Ha MeTuiaMuH U
aMMOHUI MOXKET CMEIIAThCSl B CTOPOHY cyOCTpaTa, YTO 00yCIIaBIMBaeT OOJIBIIYI0 YCTOMYNBOCTh
kJeTok K BMAA Ha cpesie ¢ aMMOHHEM, YeM Ha CPeJie C HUTPATOM.

ITpu BozneiictBun MSX Ha A. sp. strain ATCC 33047 nHa cpene 6e3 a3oTa, Kak U Ipu
neiicteBun BMAA Ha KynpTypy B 1Ma30TpO(HBIX YCIOBHUSIX POCTa He HabOI0gaeTcs BIUSHUS Ha
INPUCYTCTBUE U YACTOTY 3peiblx rerepouuct. ITocie nobaBneHust STUX aMUHOKHUCIOT K 3peNbIM
KyJbTypaM TIpU AHA30TPOPHBIX YCIOBHIX POCTa TETEPOIMCTHI MO-TPEKHEMY MPUCYTCTBYIOT B
cocraBe ¢uimamenToB. Ho B mpucyrctBun MSX HHUTporeHasHas akTHBHOCTh T'€TE€POIUCT
COMOCTaBUMa C HUTPOTEHA3HOM aKTHBHOCTHIO B KOHTpoje [Ramos u Guerrero, 1983], a mpwu
WHKyOupoBaHuu kieTok ¢ BMAA HHUTporeHazHas akTUBHOCTb 3aMETHO CHIKaeTcs [Berntzon et
al., 2013; ora pabora], 4ro MoXeT OBITH CBsS3aHO C B3aumojelcTBueM BMAA ¢
KENe30CoIepKaliMA  OeKaMi B COCTaBE HUTPOTEHA3bl M WX JecTaOuim3anuedl W/Wim
OKHUCJIUTETIFHBIM CTPECCOM OT TPOAYKTOB pacmana BMAA u apyrux myrteil oOpa3oBaHmHs
akTHBHBIX (popm kuciopona (ADK) B mpucyrcrBun Tokcuna [Berntzon et al., 2013].

[lpucyTcTBHE aMWHOKHCIOT, HEOOXOMUMBIX [UIS CHHTe3a OENKOB B TMpolecce
nudPepeHITMPOBKU TETEPOITUCT, 00eCIeYnBaeTCs B cpefie Onaromapst MpOTEon3y HEKOTOPBIX
KOMIIOHEHTOB BEreTaTUBHBIX KieToK. Kpome TOro, mporemHasbl, CHHTE3 KOTOPBIX OBICTPO
WHAYIUPYETCs TMOCIe Hayala TOJIOAAHUS 10 a30Ty, SBISIOTCS OMOXMMHYECKMMH MapKepaMu
CHUTHAJIOB 00 HCTOIICHWH a30Ta B Cpejie, KOTOphbIe YYaCTBYIOT B 3amycke auddepeHIImpoBKr
reTepoIucT U cuuTe3a nurporeHassl [Wood u Haselkorn,1980]. Tak kak Aza-Trp He HHTHOUpPYeET

aktuBHOCTh ['C, HO TaKkKe MPHUBOAMT K JEPEIPECCHH TETEPOIHCT C (PYHKIHMOHAIBHBIM
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HUTPOreHa3HbIM KomruiekcoM [Stacey et al., 1978], cymectByrot mpeamnosioxenus, uro Aza-Trp
CUTHAITM3UPYET KJIETKaM [HaHOOaKTepuii 00 a30THOM TOJIOJIAHUH, HHIYIUPYS CHEIUPUICCKYIO
IPOTEOJIUTHYEKCYIO AKTHBHOCTh, HANPABICHHYIO Ha CHIDKeHHE YpoBHS C-(pUKOLMaHMHA B
kiaerkax Anabaena [Chen et al., 1987]. Pacnan dukobunumnporenHoB B KieTkax Anabaena B
NPHUCYTCTBHH aMMOHUs HabmonaeTcs u npu BosaeiictBun MSX [Wood u Haselkorn, 1980].

I'eTeponmcTonogoOHbIe KIETKH HE CIIOCOOHBI (PMKCHPOBATH A30T, YTO CBHJICTEIBCTBYET
100 00 OTCYTCTBMM YCIOBHH JUIS CHHTE3a HUTPOTEHas3bl, JHOO yCIOBUH [uid ee
dbyakuuonupoBanus. [Ipu mukpockornuu (PucyHok 24) BUIHO, YTO 3TH KJICTKH MEHBIIE WIIU
CPaBHHMMBI IO pa3Mepy C BereTaTUBHBIMU, B TO BPEMs KaK 3pejible T€TepPOLUCThI, KaK MPaBUIIo,
KpyITHEEe BETETaTUBHBIX KIETOK. Kpome TOro, reTepomucThl OONAgar0T TOJICTOW BHEUTHEH
000JI0YKOM, 3aIIUIIAIOIICH HUTPOreHa3y OT KMUCJIOPO/Ia, U 3Ta 000JI0UYKA Y TETEPOLUCTONOA00HBIX
KJIETOK OTCYTCTBYeT. BepositTHo, mpu nuddepeHIpoBKe KIETOK, MHUIUUPOBaHHONH BMAA,
npouecc (OpMUPOBAaHUS TE€TEPOLUCT HE MPOXOIUT BCE CTaauu, Tak kak BMAA B03MOXXHO
OJIOKMpPYET aKTHBHOCTh YYaCTBYIOIIMX B mporecce auddepeHunpoBKH OETKOB HAa YpPOBHE
CO3pEBaHUsI TeTepoLUCThl. Tak Ipu HapylIeHU (PyHKLINOHAIBHOCTH perystopHoro 6enka HetR,
KOTOpBIi KOCBEHHO aKTHUBHpYyeT skcmpeccuto reHoB hep u hgl [Huang et al., 2004],
o0ecreynBaroINX CUHTE3 KOMIIOHEHTOB 000JIOUKH T'€TePOLIUCT, MOKET MIPOUCXOTUTH HAPYILICHHE
OmoreHe3a IMOJIMCaXapyUIHON KAarCyabl W TIMKOJIHUIUIHOTO CJOS, YTO MPUBOAUT K OTCYTCTBHIO
000JI0YEK Y TeTEPOIHCTONOA00HBIX KIETOK.

Ha cnenyromem stane uszydeHust netaneil MmexaHusmoB naeuctBusi BMAA Ha a30THBII
MeTabonu3M [UaHOOAKTepHil TUTAHUPYETCS OMPENeNUTh BIMSHHE TOKCHMHA Ha MPOTEKaHUE

(hepMEHTATUBHBIX PEaKIi, B YaCTHOCTH, JeHCTBUE HAa aKTUBHOCTH ['C.

5. JleiictBne BMAA Ha BHYTPHKJIETOYHYI0 KOHIIEHTPALMIO HOHOB KAJIbIUS

N3BectHo, yT0o BMAA sBisieTcss arOHHCTOM TIyTaMaTHOTO PELENTOPAa MO3BOHOYHBIX.
[JyTaMaTHbIN perenTop MpeaCTaBIseT COO0H MOHHbIN KaHal, IPOHUNaeMbIii it nonos K, Na*
u Ca®’, MMTaHaoM TOrO pEIenTopa SBISETCS TTyTaMaT. Y MO3BOHOYHEIX M GECHO3BOHOYHBIX
IJIyTaMaTHBIN pelenTop y4acTBYeT B Nepeaade Bo30YXIal0NIMX CUTHAJIOB B CHHAICAaX HEPBHOU
cucteMbl. [nyramaTHbIif perentop ObIT Takke OOHApy)KeH Yy pacTeHMHM My caMux
nuanobaktepuii. Y A. thaliana rimyramathsiii pernenrop, komupyembiii renom AtGLR1.1,
peryaupyer Mmeraboim3m azota u yriaepona [Kang et al., 2004], ¢yukius riayramaTtHOro
pelenTopa y IMaHOOAaKTepHii MOKa HEM3BECTHA. Y ITUaHOOAKTEPHIA KaJbIMii BOBJIECUYEH B IIepeavyy
CHTHAJIOB TIPH a30THOM ToJI0JJaHuu U opmupoBanuu rereporuct [Torrecilla et al., 2004].

MbI npenoaoXuiu, 4to, eciii BMAA MOXeT CBA3BIBATHCS € IIIyTaMaTHBIM PELIENTOPOM

MJICKOIIUTAOIIIUX, BO3MOXHO 3Ta aAMHHOKHCIOTA MOXCET CBA3BIBATBCI H C COOCTBEHHBIM
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[JIyTaMaTHBIM PELENTOPOM, PETYIUPYs MOTOK KalbIMs B KiIeTKaxX nuaHoOakTepuil. [ToaTomy Mbl
IIPOBEJIH CEPUIO FIKCIIEPUMEHTOB ISl TOTO, YTOOBI ONPEAENINTD BIUsET Jiu npucyrctBue BMAA Ha
U3MEHEHHE BHYTPUKICTOYHON KOHIIEHTPAIIMKA MOHOB KAJIBIHs B IMAHOOAKTEPHSIX.

[Mpu mocTpoeHur KaaMOPOBOYHOW KpuBOW N SitU ObUIM OMpeaeNeHbl CIeIyOIIHe
3HauyeHus KoHcTaHT: Rmax = 0.156184, Rmin = 0.054292, Sf2 = 255.1086, Sh2 = 130.099. C
MOMOIIIBI0 3HAYEHUH H3TUX KOHCTAaHT Oblla paccydTaHa OPHEHTHUPOBOYHAS KOHIICHTPALUs
BHyTpuKJIeTouHOro Kasbius [Ca?*)i B kmetkax N. sp. PCC 7120, koTopas coctapuia ~144+90 uM
(10°° mou).

Heticmeue BG1In u ABA. bwuno nokazano, 4ro nooasinenue BG11n u3menser (yMeHbIaeT
WIA YBEIWYMBACT) KOHICHTPAIMIO KalblMsi B KIETKax AWKoro tuma Ha 8%, B mpeaenax
MOTPEITHOCTH MeToAa. MBI onpeaenvin, 9To B 1 u3 4 mpod ABA yBennuuBaeT BHYTPUKIECTOUHYIO
koHneHTpamuio [Ca?*]i B kmeTkax amkoro Tuma Ha 30%, B 3 ApyrHX KIeTKax KOHIIEHPTAIUS
KaJIbLIMs YBEJIMUMBaJack, HO B npenenax 10%.

Heticmeue BFMAA (ImxM). U3mepenne neiictBus BMAA Ha (iayopecleHIUIO KIETOK
mukoro tumna N. sp. PCC 7120 6su10 BeimonHeHo B 21 kietke. B 8 U3 HuX kpuBble (uryopeceHInm
ObuTH HecTaOmwiIbHBL. B 77% crabunpHbix 00pa3noB (10 kineTok) m3ameHeHue (iayopecueHIun
Kosebanuch Ha ypoBHe norpemHoctu metoaa (0.75<...<10, %) (Tabauna 21). B octanbubix 23%
cinyvaeB (3 KJIETKH) HAOMIOAAIOCh 3aMeTHOe yBenuueHue Qiryopecuenmuu kinetok N. sp. PCC
7120 (> 15%). B ogrom u3 skcniepumenToB mipu go6asienurn BMAA k N. sp. PCC 7120 Raso/380

yBesnuuuBaercs Ha 70%.

Taoauna 21. /leiictBue BMAA Ha otHomenue ¢ayopecrenunit (R340/380 am)

JleiictBue BMAA na xnetku N. sp. PCC 7120
CrerneHp H3MEHEHUS Kon-Bo % ot obmiero % OT cTaOHMIILHOIO
R3401380 KJIETOK KOJI-Ba KJICTOK KOJI-Ba U3MEpEHUI
0.75<...<10, % 10 47,62% 77%
> 15% 3 14,29% 23%
HECTAOMIIBHBIA 8 38,1% -

[Ipu mepecuere 3HaueHmil QuyopecleHIME B KoHIeHTparmio [Ca?']i 8 HM 6bI10
OIPENIETIEHO, YTO B 5 MOBTOPHOCTAX U3 21, BMAA 3HauUWTENbHO YBEINYMBAET BHYTPUKIETOYHYIO
KoHIeHTpanuio kKanbius B kieTkax N. sp. PCC 7120. Cpennue 3Ha4eHUS 10 U MTOCHE 100aBIeHUs
BMAA « knetrkam N. sp. PCC 7120 ykazansl B Tabmauie 22. Takum 06pazom, ObLIO OMIpeieeHo,
yto B 38% craOunbHbIX H3MepeHuii BMAA mnoBblIaeT BHYTPUKJIETOUHYIO KOHIIEHTPAIMIO

KaJIpIHs Ha 62,6%.
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Tabauna 22. BuyrpukieroyHast KoHIEHTpauus kanbius B kietkax N. sp. PCC 7120 o u
nociie nooasiaenust BMAA, HM.

BuyTpuxierounas konnenrpanus [Ca®*];, A%,
, /0
Jlo no6aBnenuss BMAA ITocne no6asnenus BMAA
156 £38 417 £ 188 62,58982

Ilpumeuanue. *A — pa3Huia KoHUEeHTpanuii 10 U mocie podapieHuss BMAA B %

Crpykrypa PB-kapbamara, oOpazyemoro u3 BMAA B pactBope OukapOoHara, MMeer
OoJbIIee CXOACTBO CO CTPYKTYPOH 3KCAUTOTOKCHYECKMX aMHUHOKHCIOT, B YaCTHOCTH, CO
ctpykrypoir riyramara (Pucynox 1), 1 BMAA B dopme P-kapbamara OGonee 3h¢eKTUBHO
MOBBIIIAET KOHIIEHTPAIIMIO HOHOB KaJbIlMs B KJIETKax Mo3ra Kpbicel, yeM BMAA [Brownson et
al., 2002].

B cepum skcniepuMmeHTOB ¢ noOamieHmeM [-kapOamara k kimetkam N. sp. PCC 7120
pa3HHMIIa MEXIy KOHIICHTpAIMSMH KaJbIlUsl B KJICTKaxX TIocjie go0aBieHus [-kapOamara
konebnercs ot 20 1o 70% (Tabnuna 23). Takoe yBennueHne KOHIEHTPALUN KalbIUs B KIETKaxX
N. sp. PCC 7120 naGmoomaercss B 19 u3 29 wmerok. Ilpum m3mepenusix B 7 kieTrkax u3 35
HaOmonanack HectabuinbHOCTh GuryopecteHnuu. [Ipu nobasnennn HC k 3 w3 5 kieTok He

Ha6J'IIOI[aJ'IOCB N3MCHCHHUA KOHLUCHTPAIMN KaJIbI .

Tabauua 23. BuyrpukierouHast KoHIEHTpauus kanbius B kietkax N. sp. PCC 7120 no u
nocine no6asnenus B-kapbamara, HM

BuyTpukieroynas kornenTpamus [Ca?*];,
o no6asnenus B-kapbamata | [locne nobGaBnenus B-kapbamara
103 + 46 244 £ 177 57,7
*A — pa3HHUIIA KOHIIEHTpanuii 10 ¥ 1ocie pobasierans bBMAA B %

A*, %

Heticmsue L-enymamama (10mxM). Ilpn neiictBuu riyramata Ha kietku N. sp. PCC 7120
B 4 u3MepeHusax u3 9 He HaOmoAanoch yBenuueHue 3HadeHust Rasozso. B omHOM ciiydae mocne
no0aBJeHHs TilyTaMara HaOIIoqaloch 3HAYUTeNIbHOE yBennyeHue ¢uyopecueHunu — Ha 19%. B
OCTalbHBIX 4 chyyasx HaOMI0aI0Ch CHUXKEHUE (IyOpecleHIMd KJIETOK OTHOCUTEIbHO
HauyanbHOro ypoBHs. Jlo6aBnenne BMAA k xnerkam N. sp. PCC 7120 B npucyTcTBuM riiyTamara
HE BIMSJIO Ha (PIyOpEeCcIeHINIO KJIEeTOK Oosblie, yeM Ha 3-4% B 8 kietkax u3 9. B 1 kierke
Ha0JI0/1a1ach HECTAOUIILHOCTh KPUBBIX (DIyOpecleHIUH.

[IpenBapuTenbHbIC pe3yabTaThl SKCIIEPUMEHTOB MTOKa3aJIH, 4TO Tpu Jo0aBieHnn BMAA k
kiaerkam gukoro tuma N. sp. PCC 7120 B 77% 3KCHEpUMEHTOB CO CTaOMJIBHBIMU KPUBBIMHU
dryopecuenuyu BHyTpuKIeTOYHas KoHueHtpanus [Ca®*]i yBemuuuBanach He3sHauyUTeNbHO. B

23% OSKCHEpUMEHTOB B MpUCYTcTBHH BMAA BHYTpuKIeTouHas KonueHtpamus [CaZ'];
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yBenuuuBaiach npumepHo Ha 60%. IIpu BozneiicTBuu P-kapOamata 65,5% 3KCHEpUMEHTOB CO
CTaOMIBLHBIME KPUBBIMH  (DIIyopeclieHIuM KoHnenTpamus [Ca**]i Takxke yBenuuuBanach
npaktuaeckn Ha 60%. Tak kak B cocraB cpenbl BG1lly Bxomut NaxCOs, a mns mporexaHus
peakuuu KapOokcuinupoBaHus amuHorpynnsl BMAA He TtpeOyercs coOiogeHHs 0COOBIX
ycioBuii 1 BMAA ¢ kapOoHaTOM B3aMMOJIEHUCTBYIOT MpH (HU3UOJIOTHUECKUX KOHIIEHTPALUAIX
[Myers u Nelson, 1990], To BMAA MokeT KOHBEpTHUPOBaTh B KapOaMaT M CHOCOOCTBOBATH
yBenmuennto [Ca®']i B xinerkax N. sp. PCC 7120 B dpopme B-kapbamara.

[Tpu OGuioKMpOBaHMM INIyTaMaTHOIO peLenTopa (OJHOIO W3 KaJbIUEBBIX KaHAJIOB)
auraszioM (L-rmyramarom) yBeaM4eHUE BHYTPUKIETOUHOW KOHLIEHTPALMK HOHOB KaJIbIIHsI IIOCTIe
nobasnennss BMAA k xierkam N. sp. PCC 7120 He Habmromanoch, HO HEOOXOAMMO TaKkKe
YYUTHIBATh (GyHKIMOHHPOBAaHUE NOTEHIINAT-3aBUCUMBIX KaJIbIIMEBBIX KaHaJIOB,
IPUCYTCTBYIOLIUX B KJIETKAX MOMHMO IIIyTaMaTHOTO PELENnTopa.

Tak Kak B BBICOKMX KOHLIEHTPALUSAX IJIyTaMaT MOXET OKa3blBaTh HKCAMTOTOKCUYECKUIH
3 EeKT Ha KIETKU KUBOTHBIX, BAXKHO ONPEACTUTh, KAKHE KOHIICHTPAIUU TIyTaMaTa He BIUSIOT
na [Ca?")i mpu nelcTBMM Ha NMAHOGAKTEpHATbHBIE KIETKHM U KaKOBA MOPOToBas KOHIIEHTPAIHUS
riiyramaTa, Ipu J00aBIEHMHM KOTOPOH MOXKeT HaOiogaTbes sKcalToTokcmueckuit sddexr,
UH/IMKaTOPOM KOTOPOro OyAeT 3HAuUTENIbHOE YBEIMYEHHE KOHLIEHTPALMM WOHOB KajblUsi B
knerkax gukoro tuma N. sp. PCC 7120. Heo6xomumo uccnenoBats dddekr neiicteus BMAA
10CJIe BHECEHHS K KJIETKAM TOI KOHIIEHTPAIMH TIIyTaMaTa, KOTopast OJIOKUPYeT penenTop, HO He
BBI3BIBAET €0 NIEPEBO30YKICHHE.

IIpu aHanmu3e MONyYEHHBIX PE3yIbTaTOB M3MEPEHUS BHYTPUKIETOUYHBIX KOHIIEHTpAIUii
KaJbIIS ONHCAHHBIM BBIIIE METOJOM OKa3ajoch, 4YTO JOCTATOYHO OOJIBIIONH MPOIEHT
MOJYYeHHBIX KPUBBIX (IIYyOpPECHEHIIMH OTHOCHTCS K HecTaOminbHBIM. Kpome Toro, mpum
npoOonoAroToBKe  TpeOoBajloch  MHKYOMpOBaHHME  IIMaHOOAKTEpUABHBIX  KIETOK  C
¢dayopecueHTHBIM KpacuteneMm Fura 2-AM B TeueHue 5 uyacoB ans Oojee 3(PQPEeKTUBHOTO
NPOHUKHOBEHUS KPAacUTENsl dYepe3 KICTOUYHYI0 CTEHKY NHUAaHOOAKTepUH M YBEIWYCHHS €ro
KOHIICHTPAIlM! BHYTPH KJIETOK. [Ipu onpeaenernnn cooTHomeHus R340/380 B KaXK10M M3 00pasIloB,
50 MKJI KaxJI0ro U3 KOTOPBIX (PMKCHUPOBAIM MOJWIM3MHOM Ha CTEKIE, ObUIO BO3MOXHBIM
U3MEpPATh (IIYOPECUEHIIMIO TOJIBKO B OJHOM KIETKE M3 KaXA0ro obpasla, TaKk KaK Kaxkaoe
u3Mmepenue Jmioch oT 30 10 40 MUHYT B 3aBUCHMOCTH OT BPEMEHU HACTYIUIEHUS CTaOUIN3aluu
3Ha4eHUH R340380 Ha IKpaHe KOMIBIOTEpA, COCAMHEHHOTO C MHKpocKkoroMm. [losTomy mpu
U3MEepEeHUH (IIyOpECLEHIIMH BO BTOPOM KJIETKH TOTO K€ 3aMKCUPOBAHHOTO 00pa3lia B TeUeHUE
30-40 muHyT cycrnieH3us IMaHoOaKTepuil BhIChIXana Ha crekie. Kpome Toro, mocne noGaBneHus

peaKkTHBa, W3MEHSIONMIETO KOHIICHTPAIMIO Kalbliusg, Hampumep, bBMAA, k oOpasimy Bo Bpems
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u3MepeHus: QUIIOPECUEHIIMN MEepPBOil KIETKH, KOHUEHTpalus KaJbIUsl MEHsUIach U B APYTUX
KJIETKaxX B 00Opasiie.

[ToaToMy ¢ TeNBIO yCTpaHEHHS ITHX TEXHHUYECKHX CJIOXKHOCTEH W ISl TIOBBIIICHUS
CTaTHUCTUYECKOM 3HAYMMOCTH PE3yJbTaTOB U3MepeHus: coBMecTHO ¢ L{utpuHoit A.A. B UHCTUTYTE
6uonorun pazsutus uMm. H.K. KonbiioBa Obuia mpoBeeHa cepusi SKCIIEPUMEHTOB 10 U3MEPEHUIO
BHYTPUKJIETOYHON KOHLIEHTparuu Kanbius B KynbType N. sp. PCC 7120 na 6onee coBpeMeHHOM
000py/I0BaHUY U BIOCIIEACTUBHHU C APYTUM (IIYOPECIICHTHBIM KPaCHTEIIEM.

B HOBOIi cepun sKkcniepuMeHTOB (DIyopecleHIUsl B CYCIIEH3UU KIIETOK IIMaHOOAaKTepuit
u3Mepsuiach npu nomor  ¢uiasTpoB 485 HM (Bo30OyxkumeHue) u 535 HM (dMHUCCHA) HA
mynsTupHIepe Beckman coulter DTX800, B 96 iyHOUHBIX IIJIaHIIIETaX, YTO MO3BOJIMIIO COKPATUTH
BpeMsi MEX]1y U3MEPEHHUSIMU B pa3HbIX pobax. BeposaTHo, 13-3a CI0KHOTO CTPOCHHSI KJICTOYHOM
CTEHKHU InaHoOakTepuil kpacurensb Fura-2 AM npoHukan auirs B HEOOJIBIIOW MPOICHT KIeTOK N.
sp. PCC 7120 u accouuupoBall B OCHOBHOM C KJIETOYHOM MOBEPXHOCTHIO. B psizie sxcriepuMeHToB
Tak)Ke HCIoyib3oBajicss apyroi  ¢ayopodop Fluo-4 AM, ¢ mOMOIIBIO KOTOPOTO KIIETKU
UaHOOAKTEPHIA y1aI0Ch MOMETHUTH C OoibIIel 3 EeKTUBHOCTHIO, YeM ¢ oMotsio Fura-2 AM.
[IpenBapuTenbHble pe3yiabTaThl MPOAEMOHCTPUPOBAIN YBEIWYCHHE KOHIICHTPAIMH KalbIHs B
KJIeTKax nuanobakrepuii mpu Bozaeiicteun 50 MkM BMAA B ycnoBusix a30THOTO TOJIOAaHUS B 5-
7 pa3. B ycioBusix pocta KJIETOK B Cpele, Coaepk aIie HUTpat Hatpus, 23QpGdeKTsl 100aBIeHUS
BMAA He ObUIH CTOJB 3aMETHBI.

[To pe3ynapTaTaM MHKPOCKONMUYECKHX HaOmroAeHul (KoH(pOKaTbHBIH MUKpockom Leica
SP5) Hamu ObLI clieTaHbl MpeBAPUTEIbHBIC BEIBOJBI O TOM, YTO JIOKANU3alus (hIyopecieHTHOTO
3012 Fluo-4 MoXxeT He COOTBETCTBOBATh IIMTO30JII0 KJETKH. T.K. IIMAaHOOAKTepUH 00Ialar0T
JIBYXMEMOPAaHHOU KJIETOYHOW CTEHKOW M MEKMEMOPAHHBIM MTPOCTPAHCTBOM, HENTb3s HCKITIOUATh
BO3MO>XHOCTH HAKOIUICHHUS 30H/1a B OJTHOM U3 3THX KOMIIAPTMEHTOB, YTO, B CBOIO O4Yepe/b, MOKET
BHOCHTbH 3HAYUTENbHBIEC TIOTPEITHOCTH B U3MEPEHHs (OTCYTCTBHE 3HAUMMOM peakiiuy Ha O0JIbIIne
10361 noHOopa Kby ). Hanbonee 3naunTensHoe HakomieHue 3001a Fluo-4 6pu10 oTMeueHo B
norudarommux W MOP(OJIOTHYECKH HW3MEHEHHBIX KIETKaX YTO TaK K€ MOXET BHOCHTH
MOTPEIIHOCTH B M3MepeHus. Eiie ogHOW MPUYMHON OTCYTCTBHUS 3HAYUTEILHOTO YBEIUYCHUS
smuccun Fluo-4 B 0TBET Ha IKCNIEPUMEHTATBHOE BO3JIEHCTBIE MOYKHO OOBSICHUTD MOTJIOMIEHUEM
WCITYyCKaeMbIX 30HJAOM (DOTOHOB OEJTKOBBIMH KOMIUJIEKCAMH, COJACPKAITUMHU (IyOPOXPOMBI
(x1opodusut a 1 PUKOOUITUHEI).

Takum 00pa3oMm, NPOBEACHHBIE WCCIEAOBAHUS C WCIOIB30BAHUEM JBYX Pa3HBIX
(GIIyOpecleHTHBIX KpacHuTeJed s MOHHMTOPHUHTa OTBETa IMaHOOAKTEePHAIBLHBIX KIIETOK Ha
W3MEHEHUE KOJIMYECTBA HOHOB KaJblUs Mpu Bo3necTBUM BMAA mnpoaeMoHCTpUpOBaIU

HaJIMYUE CEpPhE3HBIX METOIUWYECKUX CIOXKHOcTel. B paboTe ObLIO yCTaHOBIEHO, YTO METOJ
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OTIpeNIeNICHUs] BHYTPHUKIICTOYHBIX KOHICHTPAIIMKA KaJbIMs IyTEM OKpAIIMBAaHUS KJIIETOK
(1yOopecleHTHBIMH KPACUTEIISIM HE SIBISIETCS. ONTUMAIBHBIM IS IIHaHOOAKTEPUATBHBIX KYJIBTYP
BCJICJICTBHE HHM3KOH IMPOHHUIIAEMOCTH KJIETOYHOW CTEHKM IMaHOOAKTepuil Ijisl KpacuTeled M
TPYAHOCTEH TpH OnpeesieHHH (HIyopeCceHIINN KPACUTENsI BHYTPH KJIETOK.

Jns nanpHeHmmx ucciaenoBaHui BiIMsSHUS BMAA Ha KOHIEHTpalUMIO MOHOB KaJlbIUs
BHYTPH IIMaHOOAKTEPUATBHBIX KIETOK HaMU OyJeT MCIIOJIb30BaH APYrod 3KCIEepUMEHTATbHBIN
MOJIX0/1, OCHOBAHHBIM HAa MCIIOJIB30BAaHUU JTIOMHHECIICHTHOTO Oellka SKBOpUHA, aKTUBUPYEMOTO
HOHaMH Kalblus, B pekomOuaanTHoM mramme N. sp. PCC 7120 [Torrecilla et al., 2000].

®dnyopodop Fura 2-AM sBisieTcss OTHUM U3 HanOOJIee MCIOJIb3yeMbIX KpacuTele aJis
W3MCHCHUS BHYTPUKICTOYHBIX KOHIICHTpAMA Kaiublus. Ero MmMHMpOKO MNPUMEHSIOT IS
OKpAIIIMBaHUs YKaPHOTHUECKUX KIIETOK, B YaCTHOCTH, IIPOTOIIACTOB pacTeHuit [ Sebastiani et al.,
1999; Yemelyanov et al., 2011], HO TakXe €ro HCIOJB30BAIN IS U3MEPEHHUS KOHIIEHTpPAIUii
Kajgplusgs B rpamoTpuiareiapHeix  (Escherichia  coli, Selenomonas ruminantium) u
rpamnosoxurenbabix  (Propionibacterium acnes, Streptococcus pneumoniae, Streptomyces
coelicolor) 6akrepusix [Gangola u Rosen, 1987; Tisa u Adler, 1995; Futsaether u Johnsson, 1994;
Nakamura et al., 1996; Daigle et al., 2015], mostomMy OH ObUT BHIOpaH HaMH JJIS U3MEPEHUI
BHYTPHUKJICTOYHBIX KOHIICHTPAIIMI KAJIBIUS B KJIIETKAX [HAHOOAKTECPHIA.

B pabote [Gangola u Rosen, 1987] Obu10 BriepBbIe MOKa3aHo, 4To Kpacutenb Fura 2-AM
MOXET OBITh WCHOJB30BaH JUIS ONpEACICHHUS BHYTPUKICTOYHOW KOHIEHTPAIMH CBOOOIHBIX
nonos Ca?* B OGakTepmambHEIX KieTkax. Tak kak E. coli He WMeeT BHYTPHKIETOUYHBIX
KOMIapTMEHTOB, B KOTOPBIX MOT ObI CKaIlJIMBAaThCS 3arPY:KEHHBIN KpacUTeNb, TO 3HAYCHUS IS
[Ca?*]i oTpakaroT CpeHIO0 KOHIIEHTPAIIHIO IIHTO30IEHOT0 CBOGOJHOTO KaJIbIlHs BHYTPH KIIETOK,
U 3Ta KoHIeHTpaius coctapisieT 90+9 uM [Gangola u Rosen, 1987]. dayopeciieHTHBINH METO ¢
UCIIOJIb30BaHueM Fura-2 it u3MepeHuit Kanblus B kieTkax E. coli Obu1 mpumenen B pabote [Tisa
u Adler, 1995]. MeTto 1l ©3MEpPEHHH B 3TUX JBYX UCCIICIOBAHUSIX OTIIMYATUCH CIIOCOOOM 3arpy3Ku
duryopectieHTHOTO Kpacutens B kiaetku E. coli. B mepBoii pabore mepes 100aBiaeHrEM KpacUTENs
KJIeTKH oOpabateiBanu ¢ momomsio TriS/EDTA [Gangola u Rosen, 1987], a Bo Bropoii pabote
Fura-2 BBoamnm B KieTKkM ¢ momouibio snekrponopauun [Tisa m Adler, 1995]. B o6oux
HCCIIeIOBAHMSX KOHIIEHTpaIUs cBO60aHEIX HOoHOB Ca?* cocTaBuma okomno 100 HM.

Jlnst cTporo aHa’poOHOM rpaMOTPHUIATENbHOM OakTepuu S. ruminantium onTuManbHBIM
MeToIoM 3arpy3ku Fura-2/AM okazanock coBMecTHast 00paboTKa KIETOK IurropoHukoM F127 u
OBIYBMM CHIBOPOTOYHBIM allbOyMuHOM mocie npenodpadorku DATA [Nakamura et al., 1996].
[Tpu »TOM 00paboTka KJIETOK TOJbKO omaHuM u3 pearentoB (DATA, mmoponukom F127 wnnm

JU30IIUMOM), a Takxke TurropoHukoM F127 m DJITA coBMecTHO HE co3laBajia yCIOBUH iAo



136
s¢dexTuBHON OKpacku kieTok Fura-2/AM. C moMoInbeio 3TOi METOIUKHU YAaI0Ch ONPEIACTUTh,
YTO KOHILEHTpanus cBoboaHoro [Ca?']i B kmeTkax S. ruminantium cocrasnser 48,1 + 2,2 M.

[Ipu w3MepeHHH BHYTPUKJIETOYHBIX KOHIICHTPAUWH KaJblUi B TPAMIIOJIOKUTEIBHBIX
OakTepusx ¢ mcmoiab3oBanueM Fura-2/AM ymanock onpeaenuTh, 4TO B KiaeTkax P. acnes mpu
HU3KOM COJIEP)KaHUH KAJIBIUS B CpeJie BHYTPEHHSS KOHIIeHTpanus coctaBunal3s + 13 HM, a npu
BBICOKOM  KOHLICHTPALUU Ca®* BHEe KJIETOK (IMM) BHYTpUKJIETOUHAs] KOHIICHTpPALIHS
yBenuumBaiack 10 280 + 40 HM [Futsaether u Johnsson, 1994]. Meroauka Takxke OKa3aiach
YCIEWHOW 711 M3MEpPEeHUs] KOHIEHTpaluil KajibIUs B JBYX JPYIHMX TI'PaMIIOIOXKUTEIbHbBIX
oaxrepusx [Clementi et al., 2014; Daigle et al., 2015]. C ee momoI1ipi0 yaaaock OnpeacinTh, 4TO
HpH IpeBapuTeIbHON 00paboTke pacTtBopoM, coaepxkammum 100 MM KCI u 30 MM MOPS (3-
MOP(OITMHONPOIAHCYIH(POHOBON KHUCIOTHI), pu PH 7.2 ¢ mocnenyromum nodasienuem Fura-
2/AM u unky6upoBanuem mpu 30°C B Teyenue 60 MuH KieTok gukoro tuma S. coelicolor yposens
Kajblus coctasmir 116.5 +£11.8 uM [Daigle et al., 2015].

Pa6ora [Clementi et al., 2014] nocssiena pa3paboTke MPOTOKOJA YIS ONTHMAILHOTO
onpenenenns [Ca®']i B kneTkax S. pneumoniae ¢ momompio Fura-2/AM. Kpacurens pacTBopsiiu
B muoponuke u JJMCO. Knerku otmbiBanu HaTpuii-pochataeim 6ydepom (PBS), nobasmsiu
pactBop Fura-2/AM u unkyoupoBanu 75 mus npu 37°C, HECKOJIBKO Pa3 OTMBIBAIH C TOMOIIBIO
PBS u nnkyouposamm 30 mun npu 37°C u cHOBa oTMbIBai PBS niepes MUKpOCKONTMPOBaHHEM.

JIns Bcex BBINICONMMCAHHBIX OaKTepUil WMHTEHCUBHOCTH (QuyopecueHimn Fura-2/AM
OTIpeNIeNIsTN IpU BO30YKJIEHUH Ha JIBYX AnuHax BoyH — 340 uM u 380 HM, 1 smuccuu npu 510—
550 HM (prryopeclieHTHBIX MUKpPOCKOIIaX, KaK ¥ B Hallel padore.

DTO CBUAETEIBCTBYET O TOM, YTO B II€JIOM (IIyOpeCIeHTHbBIH Kpacutenb Fura-2/AM
MOJIXO/IUT JIJISi MEUSHHSI KJIETOK OakTepuil ¢ pa3HOW MOPQOJIOTHENH MPH TOM, YTO JUIS KaKIOTO
BUJAa HEOOXOAWMO SKCHEPUMEHTAIbHO MOAOUpPAaTh ONTHMAJbHBIN CIOCOO 3arpy3Ku KIETOK
KpacureneM. Ilo-BuauMomy, Kak OTMEYaloCh BBIIIE, JJIS LUAHOOAKTEPHATIBHBIX KJIETOK 3TOT
cnocod MeHee dS(PQPEeKTUBEH UM BO3MOXHO Ienecoo0pa3Heil NpUMEHeHHe MeToja ¢
UCTIOJIb30BaHUEM JIFOMHUHECIIEHTHOTO O€JIKa SKBOPHHA.

[IpenBapuTenbHble pe3ynbTaThl U3MEPEHUH BHYTPUKIIETOYHBIX KOHIICHTPALUN KaIbIH C
nomoiipio Fura-2/AM B kinetkax N. sp. PCC 7120 mokasaiu, 94TO KOJUYECTBO HOHOB KaJIbIIHS B
HM O/IHOTO MOPs/IKA C KOJIMYECTBAMH, OTIPE/ICICHHBIMH B APYTUX OakTepusx. TeM He MeHee, Mbl
TaK)Ke€ YCTaHOBHIIM, YTO IPHMEHEHHBbIE B Hamed paboTe METOJUKH C HCIOJI30BaHHEM
duroopeciieHTHBIX Kpacuteiei Fura-2/AM u Fluo-4 He sSBiSIOTCS ONTUMATBHBIMU I TOYHOTO U
CTaTUCTHYEKCH 3HAUYMMOTO M3MEPEHHUs BHYTPUKICTOYHBIX KOHIICHTPALUH KalbLUs B KIETKaX
nuaHoOaktepuil. [loaTomy MbI penonaraeM, 4To UCMOIb30BaHNE PeKOMOMHAHTHOTO mTamma N.

sp. PCC 7120 cormacHo metosamke, ommcanHoi B cratbe [Torrecilla et al., 2000], mo3Bomur
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YTOUYHHMTD IMOJTYYCHHBIC HAMW JAHHBIC U PE3YJIBTATHI 110 U3MCPEHUIO KOHHeHTpaHI/II\/'I HOHOB KaJIbIIUs

BHYTPH KJIETOK OyyT O0Jiee CTaTUCTUUECKH 3HAYUMBIMH.

6. MeiictBue BMAA Ha pa3mep kierok N. sp. PCC 7120

B xoae cBeTOBOM MHUKPOCKOTIMHU OBLIIO OOHAPYXKEHO, YTO B MpucyTcTBUH BMAA pa3zmepbl
kietok N. sp. PCC 7120 otnuyaroTcs OT pa3MepoB KJIETOK B KOHTPOJIbHBIX BapuaHTax, raie BMAA
He ObuT no6aBneH. Tak Kak pa3Mepsl KJIETOK B KyJIbType HUTYaTOM nuaHodakrepuu N. sp. PCC
7120 sBNAIOTCA JOCTATOYHO I'€TEPOr€HHBIMU, TO IIPU OLIEHKE PE3yJIbTaTOB CPABHUBAJIM CPEIHUE
pasmepsl kiaeTok N. sp. PCC 7120, pocmux Ha cpenax BG1l1lnos, BG11lnn, 1 BG11lo 6e3 BMAA u
B npucyrcTBun TokcuHa (Tabmmua 24). [Ipu cpaBHeHun cpenuux pazmepon kietok N. sp. PCC
7120 mpocnexuBaeTcss TCHACHIWS K yBenuueHHto pasmepoB kierok N. sp. PCC 7120 B
npucyrctBul BMAA mo cpaBHeHUIO ¢ KieTkamu, pactymumu 6e3 BMAA (Pucynku 22-24;
Tabnuma 24).

[Ipu wusyuenum Bo3zaelictBuss BMAA Ha pa3nuuHble TUNBI KJIETOK 3yKapuoT ObUIO
00Hapy>KEHO 3HAYMTEIFHOE, 3aBUCHMOE OT KOHIEeHTpanmu BMAA wu3MeHeHHe B (U3NIECKOM
COCTOSIHUU O€JIKOB LIMTOCKEJIEeTa 3PUTPOLUTOB yenoBeka. bbuio mokasano, uto BMAA moxer
BbI3bIBaTh 3HAYMTEIBHOE YCUJICHHE O€JIOK-OEIKOBBIX B3aUMOJCHCTBUH B IIMTOCKENIETE B
MeMmOpaHax sputpountoB. [Ipm stom BMAA He oka3anm HMKakoro BJIMSHMS Ha (PU3MYECKOe
COCTOSIHUE JIMITUIHOTO Orciost B MemOpanax sputporutoB [Butterfield et al., 1993]. Hapymienue
CTPYKTYpbl MeMOpaH mpu Bo3zaelcTBuM BMAA paccMmarpuBaeTcst Kak OAMH M3 BO3MOXKHBIX

acIIeKTOB, 00YCIIaBIMBAIOIIUX HEHPOTOKCHUHOCTE BMAA.

Tabanna 24. Cpennue pazMepsl Iuionaiel KJIeToK Ha 3 CyTKH NpHU KyJIbTUBUPOBAHUU Ha
cpenax BG11lnos, BG11nH, 1 BG11lo. Konnentparms BMAA na cpenax BG11no. u BG11o 20 MxM
u 100 MxM Ha cpene BG11nH,

Cpena CpenHss IIomaipb KIeTOK, MKM2
Kontposnb + BMAA
BG1lln 11,50 15,27
BG11nn, 15,33 18,66
BG11o 10,18 12,61

N3BecTHO, uTO y 1IMaHOOaKTepuil skcpeccupyetcs: 6emok MreB, romonorudnsiii 6€mKy,
BXOJISIIIEMY B IUTOCKEJET 3YKapUOTUYECKHX KJIETOK, a UMEHHO akTUHY. MyTarus B rene mreB
IOPUBOAUT K HM3MEHEHHMIO MAJOYKOBUAHOHN (opmbl kierok B KynbType N. sp. PCC 7120 Ha
chepuueckyto [Hu et al., 2007]. beuio mokaszaHo, 4to skcmpeccuss MreB akTuBupyercst mpu

nudepeHIraig reTeponCcT U aKHHETOB M3 BereTaTuBHBIX KiteTok [Campbell et al., 2007].
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B xyasType Synechococcus sp. PCC 7942 6enok MreB nakamuBaercs 10 60j1e€ BBICOKHX
ypOBHEW B MyTaHTax Mo kjierouHomy zencuuto ftn2 u ftn6 [Koksharova et al., 2007]. Takum
o0pa3om, HakorieHrne MreB MoxeT ObITh CBA3aHO ¢ (POPMHUPOBAHNEM YBEIIMYCHHBIX B pa3Mepe u
/ WM YMIMHEHHBIX KIETOK y m[maHoOaktepuid [Singh m Montgomery, 2011]. VYpoBHH
TPaHCKPHUIITOB MreB HeratuBHO peryaupyeT 0esok, KOTopblid KoaupyeT red DOlA, nu uHrHOupyet
HakoruieHue Oenka MreB [Freire et al., 2008]. Knerku E.coli ¢ u30siTounoii sxcnpeccueii bolA
o0mangaroT cepudeckoit popmoii, sxcpeccus 3Toro MophoreHa HUHAYIUPYETCS B CTALMOHAPHON
(aze U IpU pazIMYHBIX CTPECcCax, YTO MPUBOIUT K 00pa3oBaHUIO cheprueckor GopMbl KIETOK
nyTeM CHIbKeHHus skcnpeccun mreB [Freire et al., 2008; Santos et al., 1999]. IIpu Bo3aeiicTBun
BMAA Ha kJieTku inano0akTepuid HabJII01aI0Ch YBETUYCHUE CPEHUX PA3MEPOB KIIETOK Ha BCEX
BapHaHTaxX cpell W M3MEHeHHe (OopMBI KIETOK Ha Ooyiee chepudeckyro. DT JaHHBIE MOTYT
CBUJICTEJILCTBOBATh O BO3MOXKHOM HETaTMBHOM Bo3jaelcTBMM BMAA Ha Oenok MreB wim
UHIYIIUPOBAaHUH dKcripeccun reHa DolA B cTpeccoBbIX yCI0BHUSIX, 00YCIOBICHHBIX TPUCYTCTBUEM

BEMAA.
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V. BBIBOJbI

Bakrepun poxos Pseudomonas u Serratia cHHTE3UPYIOT IYyJI JIETYYUX COCIUHEHHH,
o0JajafoIuX WHTUOUTOPHBIM JIEHCTBHEM Ha pOCT (UTONATOTEHHBIX OaKTEpHid,
rpuOOB M LMAHOOAKTEpHid, a TAK)KE JYKapHOTHYeCKUX opranu3moB — Drosophila
melanogaster u nemaroasr Caenorhabditis elegans.

WHruburopHoe M JeTagbHOE ACHCTBUE HAa MPO- U IYKApPUOTUUYECKHE OPraHU3MBbI
OKa3bIBAIOT WIACHTU(UIMPOBAHHBIE KOMIOHEHTHI TyJla JIETYYUX COCJAMHEHUH,
CUHTE3UpPYyEMbI€ B HAMOOJBIIEM KOJIMYECTBE, - KETOHBI (2-HOHAHOH, 2-YHEKAHOH, 2-
rentaHoH) u gumetuaucyiabhun (IAMJC).

I'eHbl, KOAMpPYIOIIME MYpPEUH-NIENTU-TIUra3y, y4acTBYIOIIYIO B Mpoliecce OuoreHesa
KJICTOYHOH cTeHKH Inanobakrepuii, ABC tpancnoprep u 6enok, cogepxammii VRR-
NUC pomeH, mNOpUCYTCTBYIOIIMKA B  (EepMEHTax PECTPUKIMH-MOIU(PUKAIIH,
OIPEEISIFOT YyBCTBUTEIBHOCTD IManoOakTepuu Synechococcus sp. PCC 7942 k
IEUCTBUIO 2-HOHAHOHA.

HebenxoBas ammuHokucinora Oera-N-mermnamun-L-ananna (BMAA) penpeccupyer
o0Opa3oBaHHE TETEPOIMCT H CHHTE3 (epMEeHTa HUTPOTeHa3bl B IpOIEcce
azoTdukcanuu B kietkax uanodakrepun Nostoc sp. PCC 7120.

HeiicteBue BMAA npuBOAMT K U3MEHEHHUIO JKCIIPECCUM I'€HOB, NPOIYKTBI KOTOPBIX
BOBJICUEHBI B @30THBIN METAa00IM3M U KJIETOUHYIO AU(PHEpPEHIINPOBKY [THaHOOAKTEPHH

Nostoc sp. PCC 7120.
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V1. BAKJIIOYEHUE

K Bropu4nbIM MeTabonmuTam 0akTepuil OTHOCHTCS IIMPOKHUNA CHIEKTP BEUIECTB Pa3IMIHON
XUMHUYECKON IPUPOJIBI, KOTOPbIE 00J1a1al0T Pa3HOOOPAa3HBIMH OMOJIOTHUECKUMH (PYHKIUSAMH. DTH
COEIMHEHUS MPEJICTABIIAIOT OOJIBIION HHTEPEC, U B HACTOSILEE BPEMsI B MUKPOOHOJIOTH aKTUBHO
(GopMHpyeTCcsi HOBOE HAIPaBICHHUE — «XUMHUYECKas KOJIOTUA», NPEAMETOM KOTOPOH SBIISETCS
U3YYEHHE XMMHUYECKHMX BEIIECTB, YYaCTBYIOLIUMX BO B3aUMOJICHCTBUSAX JKHUBBIX OPraHU3MOB, a
(doKyc HampaBeH HAa U3YYCHUE CUHTE3a U OMOIOTUYECKUX (PYHKIMI STHX METaOOJINTOB, a TAKXKe
KJICTOYHBIX OTBETOB HAa UX IPUCYTCTBHE B OKpy»XkKarolied cpene. B stoil pabore Mbl uzyuyanu
OMOJIOTHYECKYI0 ~ aKTUBHOCTb  COEAMHEHMM  OpPraHW4ecKOd IpUpOJbl, CHUHTE3UPYEMBIX
MUKpPOOPraHM3MaMH{, 3aHUMAIOLIUMHU O0IKe OMOJOrMYecKHe HUIIM, a HMMEHHO JEeTy4HuX
oprannueckux coeaunenuil (JIOC), nepBudHbIMU NPOYLIEHTAMU KOTOPBIX SBIISAIOTCA OAKTEpUU
pomoB Pseudomonas u Serratia, BbigeJeHHbIE B OCHOBHOM U3 pusocepbl pacTeHHid, U
HeOenKoBOl aMUHOKMCIOTEE BMAA, cuHTe3npyemMoi inaHoOaKTepusiMi, KOTOpble OOUTAIOT He
TOJIbKO B MOPCKHUX U IPECHBIX BOJIOEMAX, HO U B IIOYBAX Pa3HOIl BIAXXHOCTH, & TAK)KE aKTHBHO
00pa3ytoT cumMOmno3bl ¢ pacteHussMu. Cunre3 u npupoaHas aktuBHOCTh JIOC u BMAA umeror
00JIbIII0€ HKOJIOTHUECKOE 3HaYECHHUE.

B mnocnennue roast cunte3 JIOC ¢ aHTUMUKPOOHOH AaKTHBHOCTBIO MOYBEHHBIMH M
pusochepHbIMU OakTepUsMHU MpPUBJIEKAaeT Bce OoJbllle BHUMAHUS HCCIeIoBaTeNell, Tak Kak
npennonarator, uyro JIOC wmoryr ObITh BaXHBIM (AaKTOPOM B CHUMOHMOTHYECKHUX U
AQHTAarOHUCTMYECKUX OTHOLICHUSX MMKPOOPraHU3MOB, HapsAy C CHHTE30M AaHTUOMOTHKOB,
cuziepodopoB, a TakKe NMPU B3aUMOJEHCTBUM C BBICHIMMHU OpraHusmMamu. B xoze paGoThl MbI
u3y4dnian BiusiHue OakTepuaibHbix JIOC, cuHTe3upyeMbIX mTaMMamu Pseudomonas u Serratia,
Ha IpeJcTaBuTeNel (PUTOMATOreHHBIX MUKPOOPraHU3MOB (0akTepuil 1 rpuOoB), IMaHOOAKTEPUI
u Oecro3Bonounbix kuBOTHBIX (C. elegans u D. melanogaster). ITonydeHHble pe3ysIbTaThl,
IpeJCcTaBIeHHbIE B paboTe, yKa3bIBAIOT HA MOTEHIIMAT HEKOTOPBIX TPYII JIETYUYUX OpPraHUYECKUX
COEIMHEHUH, BBIICISIEMbIX PU30CHEPHBIMU U JIPYTMMH MHKPOOpPraHU3MaMH, C TOYKU 3pEHUs
3alUThl PACTeHMM, B TOM 4YHUCJIE SKOHOMHYECKH HEOOXOAMMBIX KYJIBTYp, OT MHKPOOHBIX
(UTONATOreHOB U NATOT€HHBIX BUJOB HEMATO/I.

Bosbiias yactb coBpeMeHHBIX HccieoBaHui ononorndeckoit akrusHoctu JIOC HOCUT B
OCHOBHOM OMNHCaTeIbHBIA XapakTep. B manHoll paboTe mosyueHbl pe3ysbTaTbl, BaXKHbIE IS
BBISIBJICHHUSI MEXAaHU3MOB, JIeXKAlllUX B OCHOBE HaOMI0JaeMbIX 3P(PEKTOB MUKPOOHBIX JIETYUHUX
BellecTB. biiarogaps moiay4eHuo MyTaHTOB IUAHOOAKTEPHA, YCTOWYMBBIX K IEHCTBHIO KETOHOB,
OBUIO TIOKA3aHO, YTO TH COCAWHEHUS, B YACTHOCTH 2-HOHAHOH, CUHTE3UPYEMbIe MTOYBEHHBIMU
OaKkTepusIMM B COCTABE CMECH JIETyYUX BEIECTB, CHOCOOHBI BO3JEHCTBOBAaTH Ha KIETKHU

MUKpPOOPTraHU3MOB Pa3IMYHBIMU ITYTSIMH, B TOM UYHUCIIE, BO3ACUCTBYS Ha ()EPMEHTHBIE CUCTEMBI,
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y4acTBymOIIME B (OPMHUPOBAHUM KJIETOYHON CTeHKH Oakrepuid, B mertabonmusme JIHK, uto,
CBHUJIETEJILCTBYET 00 UX IJICHOTPOIHOM JICHCTBHU.

Jpyrium MeTaboIuToOM, KOTOPBIN N3ydalics B TaHHOK paboTe, IBIAETCS HEHPOTOKCHYecKast
HeOenkoBass amuHOKHcIoTa BMAA (Gera-metunamuH-L-amaHuH), KOTOPYH MPOAYHUPYIOT
nuranoOaktepuu. BMAA oka3biBaeT pazHOOOpa3HOE JACHCTBHE Ha (DUTOIUIAHKTOH, PACTEHUS U
KHUBOTHBIX M MMEET OOJBIIOE MEAULMHCKOE M SKOJIOTUYECKOE 3HAUCHUE. AKKYMYIISLUS 3TOTO
LIMAaHOTOKCMHA B IPUpOJI€ B IUIIEBBIX LEMSIX BbI3bIBaEeT omnaceHus. HeussecTHa poisb 3TOM
HEOENKOBOIl aMHHOKHMCIOTHI B KJIeTKax [uaHoOaktepuil. I[losromy ¢dyHaameHTaabHbIE
ucciaenoBanus (Gpynkimuii BMAA B KiIeTkax caMuX [HMAaHOOAKTepUi BaKHBI Kak Uil OoJiee
rIIyOOKOTO TIOHMMAHUS TIPUPOJIBI 3TUX JAPEBHEUIHNX (HOTOABTOTPOMHBIX OPTaHU3MOB, TaK U IS
ornpezeneHus: cnoco0oB OMOKOHTPOJIA HakoruieHuss BMAA B okpyskaroliel cpefe U MpoayKTax
MUTaHUS.

B nannoii pabote BrepBbie ObUIO0 TOKa3aHO, 4TO BMAA B MUKPOMOIISIPHBIX KOJIMYECTBAX
o0aaeT BEIPaKEHHOM OMOJIOTHYECKOM aKTUBHOCTBIO, OKa3bIBast 3aMETHBIN 3 (eKT Ha Tporiecc
KJIETOYHOU M (HEepeHIMPOBKA U Ha HUTPOTCHA3HYIO aKTHBHOCTh B KJIETKAaX IUAHOOAKTEPHU
Nostoc sp. PCC 7120. B npuposie BMAA MOXeT HaKarIMBaThCS B CPEIC IIPH BEICOKOM TUIOTHOCTH
MOMYJISIIIMKA KJIETOK UAaHOOAKTEPHil, MPOIYLUPYIOMIHUX 3Ty aMUHOKHUCIOTY. BO3MOXXHO, CHHTE3
BMAA, npuBoIAuIMii K HMHTHOMPOBAHHUIO TaKUX KIHOYEBBIX IPOLECCOB, Kak 0Opa3oBaHUE
reTepoLMCT, HEOOXOMAUMBIX JUIsl (PMKCAalMU aTMOC(EpHOro a30oTa, U HUTPOTE€Ha3Has peaklus,
MOET OBbITh HCIIOJIb30BaH IMAHOOAKTEPUSIMU JUIS PErysisiliud YHCIEHHOCTH COOCTBEHHOM
HOMYJSUM TPU HUCTOIIEHWH NHUTATENbHBIX BEIIECTB B cpene odOutanus. MccnenoBaHus
MEXaHU3MOB CUHTe3a U (yHKIMOHaNbHOM poiun BMAA B kieTkax LMAaHOOAKTEpUN MOTYT
Croco0CTBOBaTh OoJiee TITyOOKOMY TMOHHUMAHHUIO 3HAYEHUS 3TOW MOJEKYJIbl B DKOJOTHUU ITHUX
MHUKpOOpraHu3MoB. [lomyueHHbIe 3HaHUSI MOTYT OBITh YUTEHBI TP BBIPaOOTKE CTpaTeruu 00pbObI
C HUHTCHCHUBHBIMU pa3pacTaHUsIMM I[MaHOOAKTEepHil («IBETEHHEM)» BOJOEMOB), a TaKKe

WCIIOJIB30BATHCA JIJIsT KOHTPOJIS 32 HakoruieHneM BMAA B pupoje.



142
VIl. CIIUCOK JIMTEPATYPbI

Becenosa M. A, Kuneitn I11., bacc U.A., Jlunacosa B.A., Metnuukas A.3., OBaguc M.U., Yepuun
J.C., Xmenmp HM.A. Quorum Sensing cucTeMbl pEryIsaildd, CHHTE3 (DeHA3HHOBBIX
aHTUOUOTHKOB W (QyHrMUMIHAs  aKTUBHOCTh Y  pU30CPEpPHOro  mramma
Pseudomonas chlororaphis 449 // I'enetuka. - 2008. - T. 44(12). - C. 1617-1627.

lopneeBa A.B., Jlabac HO.A., 3Bsarmibckas P.A. Anonrto3 OJHOKJIETOYHBIX OpPTaHW3MOB:
MeXaHU3MBbI U 3Bosronus // buoxumus. - 2004. - T. 69(10). - C. 1301-1313.

3aniuena 1O., Bomommuna I1., JIny X., OBaguc M., bepr I'., Yepuun I'., Xmenb W. 2009. Yuactue
rinobanbHbIX peryistopoB GrrS, RpoS u SplIR B ¢hopmupoBanuu OuoruieHok y Serratia
plymuthica // Teneruka. - 2010. - T. 46(5). - C. 616-621.

Koxkmaposa O.A. [IpuMeHeHre METOI0B MOJICKYJISIPHON T€HETHUKU U MUKPOOHOJIOTUH B DKOJIOTUU
1 OMoTeXHONIOruy uanobakrepuii // Mukpobuosorus. - 2010. - T. 79(6). - C. 1-16.

Kokmraposa O.A. bakrepuu u penonro3 // buoxumus. - 2013. - T. 78(9). - C. 1229-1238.

Mumnep . DxcriepuMeHThI B MOJIEKyJIsipHOU renetuke. M3narensctBo «Mupy, 1976.

Pyoun A. b., Kpennenea T. E. Perymsamnus nepBuuHbIX npoieccoB ¢oTocuHTe3a // Ycnexu
6uonorunueckot xumuu. - 2003. - T. 43. - C. 225-266.

CkynaueB B.I1. Uto Takoe “denontos” u kak ¢ HUM 6opotbes? // buoxumus. - 2012. - T. 77. - C.
827-846.

Xwmenb M.A. Quorum-Sensing perymsiius S5KCIPECCHH TeHOB: (GyHIaMEHTAIbHBIC U MPHUKJIATHBIC
acIeKThl, pojib B KOMMYHHKaIMK Oaktepuil / Mukpoouomnorus. - 2006. - T. 75. - C. 457-
464.

XwMmens HU.A., BecenroBa M.A., Metimukas A.3., Kaein 1., JIunacosa B.A., Masukas A.B.,
Yepuun JI.C. Cunre3 curHaibHbIX N-alMI-rOMOCEpUH-IIAKTOHOB, YYacCTBYIOIINX B
MEXKJIETOYHOM oOMeHe wuH(opanuel, y pu3ocpepHbIX M TIOYBEHHBIX OaKTepHid
Pseudomonas n Xanatomonas // I'eneruka. - 2002. - T. 36. - C. 568-570.

Abed R.M.M., Dobretsov S., Sudesh K.. Applications of cyanobacteria in biotechnology // J. Appl.
Microbiol. - 2009. - V. 106. - P. 1-12.

Aguilar C., Bertani 1., Venturi V. Quorum-sensing system and stationary-phase sigma factor
(rpoS) of the onion pathogen Burkholderia cepacia genomovar | type strain, ATCC 25416
/I Appl. Environ. Microbiol. - 2003. - V. 69. - P.1739-1747.

Akiyama K., Matsuzaki K., Hayashi H. Plant sesquiterpenes induce hyphal branching in
arbuscular mycorrhizal fungi // Nature. - 2005. - V. 435. - P. 824-827.

Alstréom S. Characteristics of bacteria from oil seed rape in relation to their biocontrol of activity
against Verticillium dahliae // J. Phytopathol. - 2001. - V. 149. - P. 57-64.


http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%9F.+%D0%92.+%D0%92%D0%BE%D0%BB%D0%BE%D1%88%D0%B8%D0%BD%D0%B0
http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%A5.+%D0%9B%D0%B8%D1%83
http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%9C.+%D0%98.+%D0%9E%D0%B2%D0%B0%D0%B4%D0%B8%D1%81
http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%93.+%D0%91%D0%B5%D1%80%D0%B3
http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%9B.+%D0%A1.+%D0%A7%D0%B5%D1%80%D0%BD%D0%B8%D0%BD
http://www.maikonline.com/maik/articleParamSearch.do?author=%D0%98.+%D0%90.+%D0%A5%D0%BC%D0%B5%D0%BB%D1%8C
http://www.maikonline.com/maik/showJournal.do?juid=REO2OLCI4
http://istina.msu.ru/workers/542091/
http://istina.msu.ru/journals/95775/

143

Arimura G., Ozawa R., Kugimiya S., Takabayashi J., Bohlmann J. Herbivore-induced defense
response in a model legume. Two-spotted spider mites induce emission of (E)-cimene and
transcript accumulation of (E)-ocimene synthase in Lotus japonicus // Plant Physiol. -
2004. - V. 135. - P. 1976-1983.

Baines S.B., Fisher N.S., Cole J.J. Uptake of dissolved organic matter (DOM) and its importance
to metabolic requirements of the zebra mussel, Dreissena polymorpha // Limnol.
Oceanogr. - 2005. - V. 50(1). - P. 36-47.

Bais H.P., Park S.W., Weir T.L., Callaway R.M., Vivanco J.M. How plants communicate using
the underground information superhighway // Trends Plant Sci. - 2004. - V. 9. - P. 26-32.

Bargmann C.1., Horvitz H.R. Chemosensory neurons with overlapping functions direct chemotaxis
to multiple chemicals in C. elegans // Neuron. - 1991. - V. 7. - P. 729-742.

Bargmann C.1., Hartwieg E., Horvitz H.R. Odorant-selective genes and neurons mediate olfaction
in C. Elegans // Cell. - 1993. - V. 74. - P. 515-527.

Banack S.A., Caller T.A., Stommel E.W. The cyanobacteria derived toxin Beta-N-methylamino-
L-alanine and amyotrophic lateral sclerosis // Toxins (Basel). - 2010. - V. 2(12). - P. 2837-
2850.

Banack S.A., Cox P.A. Distribution of the neurotoxic nonprotein amino acid BMAA in Cycas
micronesica // Bot. J. Linn. Soc. - 2003. - V. 143. - P. 165-168.

Banack S.A., Johnson H.E., Cheng R., Cox P.A. Production of the neurotoxin BMAA by a marine
cyanobacterium // Mar. Drugs. - 2007. - V. 5(4). - P. 180-196.

Banack S.A., Metcalf J.S., Spacil Z., Downing T.G., Downing S., Long A., Nunn P.B., Cox P.A.
Distinguishing the cyanobacterial neurotoxin beta-N-methylamino-L-alanine (BMAA)
from other diamino acids // Toxicon. - 2011. - V. 57. - P. 730-738.

Baptista M.S., Cianca R.C., Lopes V.R., Almeida C.M., Vasconcelos V.M. Determination of the
nonprotein amino acid beta-N-methylamino-l-alanine in estuarine cyanobacteria by
capillary electrophoresis // Toxicon. - 2011. - V. 58. - P. 410-414.

Barreteau H., Kovac A., Boniface A., Sova M., Gobec S., Blanot D. Cytoplasmic steps of
peptidoglycan biosynthesis // FEMS Microbiol. Rev. - 2008. - V. 32(2). - P. 168-207.

Bending G.D., Lincoln S.D. Inhibition of soil nitrifying bacteria communities and their activities
by glucosinolate hydrolysis products // Soil Biol. Biochem. - 2000. - V. 32. - P. 1261-1269.

Benhamou N., Kloepper J.W., Tuzun S. Induction of resistance against Fusarium wilt of tomato
by combination of chitosan with an endophytic bacterial strain: ultrastructure and
cytochemistry of the host response // Planta. - 1998. - V. 204. - P. 153-168.



144

Berg G., Roskot N., Steidle A., Eberl L., Zock A., Smalla K. Plant-dependent genotypic and
phenotypic diversity of antagonistic rhizobacteria isolated from different Verticillium host
plants // Appl. Environ. Microbiol. - 2002. - V. 68. - P. 3328-3338.

Berges J. A., Falkowski P. G. Physiological stress and cell death in marine phytoplankton:
induction of proteases in response to nitrogen or light limitation // Limnol. Oceanogr. -
1998. - V. 43(1). - P. 129-135.

Berlyn MK. Linkage map of Escherichia coli K-12, edition 10: the traditional map // Microbiol.
Mol. Biol. Rev. - 1998. - V. 62(3). - P. 814-984.

Berman-Frank I., Bidle K. D., Haramaty L., Falkowski P. G. The demise of the marine
cyanobacterium, Trichodesmium spp., via an autocatalyzed cell death pathway // Limnol.
Oceanogr. - 2004. - V. 49(4). - P. 997-1005.

Berntzon L., Erasmie S., Celepli N., Eriksson J., Rasmussen U., Bergman B. BMAA inhibits
nitrogen fixation in the cyanobacterium Nostoc sp. PCC 7120 // Mar. Drugs. - 2013. - V.
11(8). - P. 3091-3108.

Bidle K. D., Bender S. J. Iron starvation and culture age activate metacaspases and programmed
cell death in the marine diatom Thalassiosira pseudonana // Eukaryot. Cell. - 2008. - V.
7(2). - P. 223-236.

Black T.A., Wolk C.P. Analysis of a Het-mutation in Anabaena sp. strain PCC 7120 implicates a
secondary metabolite in the regulation of heterocyst spacing // J. Bacteriol. - 1994, - V.
176(8). - P. 2282-2292.

Bloemberg G.V., Lugtenberg B.J.J. Molecular basis of plant growth promotion and biocontrol by
rhizobacteria // Curr. Opin. Plant Biol. - 2001. - V. 4. - P. 343-350.

Blom D., Fabbri C., Eberl L., Weisskopf L. Volatile-mediated killing of Arabidopsis thaliana by
bacteria is mainly due to hydrogen cyanide // Appl. Environ. Microbiol. - 2011. - V. 77. -
P. 1000-1008.

Blumer C., Haas D. Mechanism, regulation, and ecological role of bacterial cyanide biosynthesis
/I Arch. Microbiol. - 2000. - V. 173. - P. 170-177.

Boomsma F., van Dijk J., Bhaggoe U.M., Bouhuizen A.M., van den Meiracker A.H. Variation in
semicarbazide-sensitive amine oxidase activity in plasma and tissues of mammals // Comp.
Biochem. Physiol. C. Toxicol. Pharmacol. - 2000. - V. 126(1). - P. 69-78.

Borg-Karlson A.K., Englund F.O., Unelius C.R. Dimethyl oligosulphide, major volatile released
from Sauromatum guttatum and Phallus impudicus // Phytochemistry. - 1994. - V. 35(2). -
P. 889-892.

Borthakur P.B., Orozco C.C., Young-Robbins S.S., Haselkorn R., Callahan S.M. Inactivation of

patS and hetN causes lethal levels of heterocyst differentiation in the filamentous



145
cyanobacterium Anabaena sp. PCC 7120 // Mol. Microbiol. - 2005. - V. 57(1). - P. 111-
123.

Bouwmeester H.J., Matusova R., Sun Z.K., Beale M.H. Secondary metabolite signalling in host-
parasitic plant interactions // Curr. Opin. Plant Biol. - 2003. - V. 6. - P. 358-364.

Bradley W.G., Mash D.C. Beyond Guam: the cyanobacteria/BMAA hypothesis of the cause of
ALS and other neurodegenerative diseases // Amyotroph. Lateral. Scler. - 2009. - V. (2). -
P. 7-20.

Brand L.E., Pablo J., Compton A., Hammerschlag N., Mash D.C. Cyanobacterial blooms and the
occurrence of the neurotoxin beta-N-methylamino-L-alanine (BMAA) in South Florida
aquatic food webs // Harmful Algae. - 2010. - V. 9(6). - P. 620-635.

Brenner E.D., Martinez-Barboza N., Clark A.P., Liang Q.S., Stevenson D.W., Coruzzi G.M.
Arabidopsis mutants resistant to S(+)-beta-methyl-alpha, beta-diaminopropionic acid, a
cycad-derived glutamate receptor agonist // Plant Physiol. - 2000. - V. 124(4). - P. 1615-
1624.

Brenner E.D., Stevenson D.W., McCombie R.W., Katari M.S., Rudd S.A., Mayer K.F., Palenchar
P.M., Runko S.J., Twigg R.W., Dai G., Martienssen R.A., Benfey P.N., Coruzzi G.M.
Expressed sequence tag analysis in Cycas, the most primitive living seed plant // Genome
Biol. - 2003. - V. 4(12). - P. R78.

Brownson D.M., Mabry T.J., Leslie S.W. The cycad neurotoxic amino acid, beta-N-methylamino-
L-alanine (BMAA), elevates intracellular calcium levels in dissociated rat brain cells // J.
Ethnopharmacol. - 2002. - V. 82(2-3). - P. 159-167.

Buikema W. J., Haselkorn R. Characterization of a gene controlling heterocyst differentiation in
the cyanobacterium Anabaena 7120 // Genes Devel. - 1991. - V. 5. - P. 321-330.

Bulychev A.A., Vredenberg W.J. Modulation of Photosystem Il chlorophyll fluorescence by
electrogenic events generated by Photosystem | // Bioelectrochem. - 2001. - V. 54. - P.
157-168.

Butterfield D.A., Hall N.C., Cross S.J. Effects of beta-(N-methylamino)-L-alanine on cytoskeletal
proteins of erythrocyte membranes // Chem. Res. Toxicol. - 1993. - V. 6(4). - P. 417-420.

Callahan S.M., Buikema W.J. The role of HetN in maintenance of the heterocyst pattern in
Anabaena sp. PCC 7120 // Mol. Microbiol. - 2001. - V. 40(4). - P. 941-950.

Campbell E.L., Summers M.L., Christman H., Martin M.E., Meeks J.C. Global gene expression
patterns of Nostoc punctiforme in steady-state dinitrogen-grown heterocyst-containing
cultures and at single time points during the differentiation of akinetes and hormogonia //
J. Bacteriol. - 2007. - V. 189(14). - P. 5247-5256.



146

Cane D.E., Watt R.M. Expression and mechanistic analysis of a germacradienol synthase from
Streptomyces coelicolor implicated in geosmin biosynthesis // Proc. Natl. Acad. Sci. USA.
- 2003. - V. 100. - P. 1547-1551.

Capone D. G., Montoya J. P. Nitrogen Fixation and Denitrification // Methods in Microbiology /
edited by Paul, J. — London, UK: Academic Press, 2001. — P. 501-505.

Casagrande D.J., Given P.H. Geochemistry of amino acids in some Florida peat accumulation-I1.
Amino acid distributions // Geochim. Cosmochim. Acta. - V. 44. — 1980. — P. 1493-1507.

Cervantes Cianca R.C., Baptista M.S., Lopes V.R., Vasconcelos V.M. The non-protein amino acid
B-N-methylamino-L-alanine in Portuguese cyanobacterial isolates / Amino Acids. - 2012
- V. 42(6). - P. 2473-2479.

Cha C., Gao P., Chen Y., Shaw P., Farrand S. Production of acyl-homoserine lactone quorum-
sensing signals by gram-negative plant-associated bacteria // Mol. Plant Microbe Interact.
-1998. - V. 11.-P. 1119-1129.

Chancey, S.T., Wood D. W., Pierson L.S. 11l. Two component transcriptional regulation of N-acyl-
homoserine lactone production in Pseudomonas aureofaciens // Appl. Environ. Microbiol.
-1999. - V. 65. - P. 2294-2299.

Chaurasia B., Pandey A., Palni L.M.S., et al. Diffusible and volatile compounds produced by an
antagonistic Bacillus subtilis strain cause structural deformation in pathogenic fungi in
vitro // Microbiol. Res. - 2005. - V. 160. - P. 75-81.

Chen C.H., Van Baalen C., Tabita F.R. Nitrogen starvation mediated by DL-7-azatryptophan in
the cyanobacterium Anabaena sp. strain CA // J. Bacteriol. - 1987. - V. 169(3). - P. 1107-
1113.

Chernin L.S., Ismailov Z., Haran S., Chet I. Chitinolytic Enterobacter agglomerans antagonistic
to fungal plant pathogens // Appl. Environ. Microbiol. - 1995. - V. 61. - P. 1720-1726.

Chernin L., Toklikishvili N., Ovadis M., et al. Quorum-sensing quenching by rhizobacterial
volatiles // Environ. Microbiol. Rep. - 2011. - V.3(6). - P. 698-704.

Chuankun X., Minghe M., Leming Z., Kegin Z. Soil volatile fungistasis and volatile fungistatic
compounds // Soil Biol. Biochem. - 2004. - V. 36. - P. 1997-2004.

Clementi E.A., Marks L.R., Roche-Hékansson H., Hékansson A.P. Monitoring changes in
membrane polarity, membrane integrity, and intracellular ion concentrations in
Streptococcus pneumoniae using fluorescent dyes // J. Vis. Exp. - 2014. - V. 17(84). - P.
e51008.

Cohen M.F., Meeks J.C., Cai Y.A., Wolk C.P. Transposon mutagenesis of heterocyst-forming
filamentous cyanobacteria // Methods Enzymol. - 1998. - V. 297. - P. 3-17.



147

Cohen, S.A. Analytical techniques for the detection of alpha-amino-beta-methylaminopropionic
acid // Analyst. - 2012. - V. 137. - P. 1991-2005.

Coleman J., Blake-Kalff M., Davies E. Detoxification of xenobiotics by plants: chemical
modification and vacuolar compartmentation // Trends in Plant Science. - 1997. - V. 2(4).
- P. 144-151.

Contardo-Jara V., Schwanemann T., Pflugmacher S. Uptake of a cyanotoxin, f-N-methylamino-
L-alanine, by wheat (Triticum aestivum) // Ecotoxicol. Environ. Saf. - 2014. - V. 104. P.
127-131.

Cook R.J., Tomashow L.S., Weller D.M., et al. Molecular mechanisms of defense by rhizobacteria
against root disease // Proc. Natl. Acad. Sci. USA. - 1995. - V. 92. - P. 4197-4201.
Coosemans J., Dimethyl disulphide (DMDS): a potential novel nematicide and soil disinfectant //

ISHS Acta Hort. 2005. V. 698. P. 57-63.

Corbell N.A., Loper J.E. A global regulator of second metabolite production in Pseudomonas
fluorescens Pf-5 // J. Bacteriol. - 1995. - V. 177. - P. 6230-6236.

Coronil T., Lara C., Guerrero M.G. Shift in carbon flow and stimulation of amino-acid turnover
induced by nitrate and ammonium assimilation in Anacystis nidulans // Planta. - 1993. - V.
189(3). - P. 461-467.

Corrales-Guerrero L., Flores E., Herrero A. Relationships between the ABC-exporter HetC and
peptides that regulate the spatiotemporal pattern of heterocyst distribution in Anabaena //
PL0S One. - 2014. - V. 9(8). - P. e104571.

Corrales-Guerrero L., Mariscal V., Flores E., Herrero A. Functional dissection and evidence for
intercellular transfer of the heterocyst-differentiation PatS morphogen // Mol. Microbiol. -
2013. - V. 88(6). - P. 1093-1105.

Cosgrove J., Borowitzka M.A. Chlorophyll fluorescence terminology: An Introduction //
Chlorophyll a fluorescence in aquatic sciences: methods and applications / edited by Sugett
D., Prasil O., Borowitzka M.A. — Dordrecht, Netherlands: Springer, 2010. - P. 1-17.

Cox P.A., Banack S.A., Murch S.J. Biomagnification of cyanobacterial neurotoxins and
neurodegenerative disease among the Chamorro people of Guam // Proc. Natl. Acad. Sci.
USA. - 2003. - V. 100(23). - P. 13380-13383.

Cox P.A., Banack S.A., Murch S.J., et al. Diverse taxa of cyanobacteria produce beta-N-
methylamino-L-alanine, a neurotoxic amino acid // Proc. Natl. Acad. Sci. USA. - 2005. -
V. 102(14). - P. 5074-5078.

Cui Z., Zhang Y., Inoue H., Yogo S., Hirasawa E. Purification and molecular analysis of a
monoamine oxidase isolated from Narcissus tazetta // Biosci. Biotechnol. Biochem. - 2013.
- V. 77(8). - P. 1728-1733.



148

Dahllof 1., Baillie H., Kjelleberg S. rpoB-Based Microbial Community Analysis Avoids
Limitations Inherent in 16S rRNA Gene Intraspecies Heterogeneity // Appl. Environ.
Microbiol. - 2000. - V. 66(8). - P. 3376-3380.

Daigle F., Lerat S., Bucca G., et al. A terD domain-encoding gene (SC02368) is involved in
calcium homeostasis and participates in calcium regulation of a DosR-like regulon in
Streptomyces coelicolor // J. Bacteriol. - 2015. - V. 197(5). - P. 913-923.

Dainty R.H., Edwards R.A., Hibbard C.M., Marnewick J.J. VVolatile compounds associated with
microbial growth on normal and high pH beef stored at chill temperature. J. Appl.
Bacteriol. - 1989. - V.66(4). - P. 281-289.

Dandurishvili N., Toklikishvili N., Ovadis M. et al. Broad-range antagonistic rhizobacteria
Pseudomonas fluorescens and Serratia plymuthica suppress Agrobacterium crown-gall
tumors on tomato plants // J. Appl. Microbiol. - 2011. - V. 110. - P. 341-352.

Davis T.S., Crippen T.L., Hofstetter R.W., Tomberlin J.K. Microbial volatile emissions as insect
semiochemicals // J. Chem. Ecol. - 2013. - V. 39. - P. 840-859.

Demidyuk 1.V., Kalashnikov A.E., Gromova T.Y., et al. Cloning, sequencing, expression, and
characterization of protealysin, a novel neutral proteinase from Serratia proteamaculans
representing a new group of thermolysin-like proteases with short N-terminal region of
precursor // Protein Expr. Purif. - 2006. - V. 47. - P. 551-561.

Dickschat J.S., Martens R., BrinkhoV.T., Simon M., Schulz S. Volatiles released by a
Streptomyces species isolated from the North Sea // Chem. Biodivers. - 2005. - V. 2. - P.
837-865.

Dirinck P.J., De Pooter H.L., Willaert G.A., Schamp N. M. Flavor quality of cultivated
strawberries: the role of the sulfur compounds // J. Agric. Food Chem. - 1981. - V. 29. - P.
316-321.

Dong Y., Huang X., Wu X.Y., Zhao J. Identification of the active site of HetR protease and its
requirement for heterocyst differentiation in the cyanobacterium Anabaena sp. strain PCC
7120 // J. Bacteriol. - 2000 - V. 182(6). - P. 1575-1579.

Downing S., Banack S.A., Metcalf J.S., Cox P.A., Downing T.G. Nitrogen starvation of
cyanobacteria results in the production of 3-N-methylamino-L-alanine // Toxicon. - 2011.
- V. 58(2). - P. 187-194.

Downing S., Contardo-Jara V., Pflugmacher S., Downing T.G. The fate of the cyanobacterial toxin
B-N-methylamino-L-alanine in freshwater mussels // Ecotoxicol. Environ. Saf. - 2014. -
V.101. - P. 51-58.



149

Downing S., Esterhuizen-Londt M., Downing T. G. B-N-methylamino-L-alanine (BMAA)
metabolism in the aquatic macrophyte Ceratophyllum demersum // Ecotoxicol. Environ.
Saf. - 2015. - V. 120. - P. 88-92.

Downing S., van de Venter M., Downing T.G. The effect of exogenous B-N-methylamino-L-
alanine on the growth of Synechocystis PCC6803 // Microb. Ecol. - 2012. - V. 63(1). -
P.149-156.

Downing S., Downing T.G. The metabolism of the non-proteinogenic amino acid [-N-
methylamino-L-alanine (BMAA) in the cyanobacterium Synechocystis PCC6803 //
Toxicon. - 2016. - V. 115. - P. 41-48.

Downing T.G., Phelan R.R., Downing S. A potential physiological role for cyanotoxins in
cyanobacteria of arid environments // J. Arid Environ. - 2015. - V. 112. - P. 147-151

Du Y., Cai Y., Hou S., Xu X. Identification of the HetR recognition sequence upstream of hetZ in
Anabaena sp. strain PCC 7120 // J. Bacteriol. - 2012. - V. 194(9). - P. 2297-2306.

Duncan M.W., Villacreses N.E., Pearson P.G., et al. 2-amino-3-(methylamino)-propanoic acid
(BMAA) pharmacokinetics and blood-brain barrier permeability in the rat // J. Pharmacol.
Exp. Ther. - 1991. - V. 258(1). - P. 27-35.

Dunlop R.A., Cox P.A., Banack S.A., Rodgers K.J. The non-protein amino acid BMAA is
misincorporated into human proteins in place of L-serine causing protein misfolding and
aggregation // PLoS One. - 2013. - V. 8(9). - P.e75376.

Dugravot S., Grolleau F., Macherel D., et al. Dimethyl disulfide exerts insecticidal neurotoxicity
through mitochondrial dysfunction and activation of insect K(ate) channels // J.
Neurophysiol. - 2003. - V. 90(1). - P. 259-270.

Effmert U., Kalderas J., Warnke R., Piechulla B. Volatile mediated interactions between bacteria
and fungi in the soil // J. Chem. Ecol. - 2012. - V. 38(6). - P. 665-703.

Elhai J., Vepritskiy A., Muro-Pastor A.M., Flores E., Wolk C.P. Reduction of conjugal transfer
efficiency by three restriction activities of Anabaena sp. strain PCC 7120 // J. Bacteriol. -
1997. - V. 179(6). - P. 1998-2005.

Elhai J., Wolk C. P. A versatile class of positive selection vectors based on the nonviability of
palindrome-containing plasmids that allows cloning into long polylinkers // Gene. -1988. -
V.68. - P. 119-138.

Ehira S., Ohmori M. NrrA, a nitrogen-responsive response regulator facilitates heterocyst
development in the cyanobacterium Anabaena sp. strain PCC 7120 // Mol. Microbiol. -
2006a. - V. 59(6). - P. 1692-1703.



150

Ehira S., Ohmori M. NrrA directly regulates expression of hetR during heterocyst differentiation
in the cyanobacterium Anabaena sp. strain PCC 7120 // J. Bacteriol. - 2006b. - V. 188(24).
- P. 8520-8525.

Esterhuizen M., Downing T.G. Beta-N-methylamino-L-alanine (BMAA) in novel South African
cyanobacterial isolates // Ecotoxicol. Environ. Saf. - 2008. - V. 71(2). - P. 309-313.
Esterhuizen M., Pflugmacher S., Downing T.G. B-N-Methylamino-L-alanine (BMAA) uptake by
the aquatic macrophyte Ceratophyllum demersum // Ecotoxicol. Environ. Saf. 2011. -

V.74(1). - P. 74-77.

Esterhuizen-Londt M., Pflugmacher S., Downing T.G. The effect of B-N-methylamino-L-alanine
(BMAA) on oxidative stress response enzymes of the macrophyte Ceratophyllum
demersum // Toxicon. - 2011. - V. 57(5). - P. 803-810.

Etschmann M.M.W., Bluemke W., Sell D., Schrader J. Biotechnological production of 2-
phenylethanol // Appl. Microbiol. Biotechnol. - 2002. - V. 59. - P. 1-8.

Faassen E.J. Presence of the neurotoxin BMAA in aquatic ecosystems: what do we really know?
/I Toxins. - 2014. - V. 6(3). - P. 1109-1138.

Faassen E.J., Gillissen F., Lurling M. A comparative study on three analytical methods for the
determination of the neurotoxin BMAA in cyanobacteria // PLoS One. - 2012. - V. 7(5). -
P. e.36667.

Faassen E.J., Gillissen F., Zweers H.A.J., Liirling M. Determination of the neurotoxins BMAA (p-
N-methylamino-L-alanine) and DAB (a-,y-diaminobutyric acid) by LC-MSMS in Dutch
urban waters with cyanobacterial blooms // Amyotroph. Lateral Scler. - 2009. - V.10. - P.
79-84.

Fadi Aldehni M., Sauer J., Spielhaupter C., Schmid R., Forchhammer K. Signal transduction
protein P(I1) is required for NtcA-regulated gene expression during nitrogen deprivation in
the cyanobacterium Synechococcus elongatus strain PCC 7942 // J. Bacteriol. - 2003. - V.
185(8). - P. 2582-2591.

Farmer E.E. Surface-to-air signals // Nature. - 2001. - V. 411. - P. 854-856.

Farag M.A., Pare P.W. C6-Green leaf volatiles trigger local and systemic VOC emissions in
tomato // Phytochemistry. - 2002. - V. 61. - P. 545-554,

Farag M.A., Ryu C.M., Summer L.W., Pare P.W. GC-MS SPME profiling of rhizobacterial
volatiles reveals prospective inducers of growth promotion and induced systemic resistance
in plants // Phytochemistry. - 2006. - V. 67. - P. 2262-2268.

Feldmann E.A., Ni S., Sahu I.D., et al.. Evidence for direct binding between HetR from Anabaena
sp. PCC 7120 and PatS-5 // Biochemistry. - 2011. - V.50(43). - P. 9212-9224.



151

Fernando W.G.D., Ramarathnam R., Krishnamoorthy A.S., Savchuk S.C. Identification and use
of potential bacterial organic antifungal volatiles // Soil Biol. Biochem. - 2005. - V. 37. -
P. 955-964.

Flavier A.B., Schell M.A., Denny T.P. An RpoS (cT®) homologue regulates acylhomoserine
lactone-dependent autoinduction in Ralstonia so-lanacearum // Mol. Microbiol. - 1998. -
V. 28. - P. 475-486.

Flores E., Herrero A. Nitrogen assimilation and nitrogen control in cyanobacteria // Biochem. Soc.
- Trans. - 2005. - V. 33(1). - P. 164-167.

Flores E., Herrero A. Compartmentalized function through cell differentiation in filamentous
cyanobacteria // Nat. Rev. Microbiol. - 2010. - V. 8(1). - P. 39-50.

Forchhammer K. Global carbon/nitrogen control by P11 signal transduction in cyanobacteria: from
signals to targets // FEMS Microbiol. Rev. - 2004. - V. 28(3). - P.319-333.

Franklin D. J., Brussaard C.P.D., Berges, J. A. What is the role and nature of programmed cell
death in phytoplankton ecology? // Eur. J. Phycol. - 2006. - V. 41. - P. 1-14.

Freeman J., Rideout S., Wimer A. Dimethyl disulfide use for bacterial wilt management and weed control
in Virginia tomatoes // Hort Science. - 2009. - V. 44. - P. 571.

Freire P., Moreira R.N., Arraiano C.M. BolA inhibits cell elongation and regulates MreB
expression levels // J. Mol. Biol. - 2009. - V. 385(5). - P.1345-1351.

Frias J.E., Flores E., Herrero A. Requirement of the regulatory protein NtcA for the expression of
nitrogen assimilation and heterocyst development genes in the cyanobacterium Anabaena
sp. PCC 7120 // Mol. Microbiol. 1994. V. 14(4). P. 823-832.

Frias J.E., Flores E., Herrero A. Nitrate assimilation gene cluster from the heterocyst-forming
cyanobacterium Anabaena sp. strain PCC 7120 // J. Bacteriol. - 1997. - V. 179(2). - P. 477-
486.

Frias J.E., Flores E., Herrero A. Activation of the Anabaena nir operon promoter requires both
NtcA (CAP family) and NtcB (LysR family) transcription factors // Mol. Microbiol. - 2000.
- V. 38(3). - P. 613-625.

Frias J.E., Herrero A., Flores E. Open reading frame all0601 from Anabaena sp. strain PCC 7120
represents a novel gene, cnaT, required for expression of the nitrate assimilation nir operon
/1J. Bacteriol. - 2003. - V. 185(17). - P. 5037-5044.

Futsaether C.M., Johnsson A. Using fura-2 to measure intracellular free calcium in
Propionibacterium acnes // Can. J. Microbiol. - 1994. - V. 40. - P. 439-445.

lyer L.M., Babu M.M., Aravind L. The HIRAN domain and recruitment of chromatin remodeling
and repair activities to damaged DNA // Cell Cycle. - 2006. - V. 5(7). - P. 775-782.



152

Gangola P., Rosen B. Maintenance of intracellular calcium in Escherichia coli // J. Biol. Chem. -
1987. - V. 262. - P. 12570-12574.

Garcia-Dominguez M., Reyes J.C., Florencio F.J. Glutamine synthetase inactivation by protein-
protein interaction // Proc. Natl. Acad. Sci. USA. - 1999. - V. 96(13). - P. 7161-7166.

Garcia-Dominguez M., Reyes J.C., Florencio F.J. NtcA represses transcription of gifA and gifB,
genes that encode inhibitors of glutamine synthetase type | from Synechocystis sp. PCC
6803 // Mol. Microbiol. - 2000. - V. 35(5). - P. 1192-1201.

Gelvin S.B. Traversing the Cell: Agrobacterium T-DNA's journey to the host genome // Front
Plant Sci. - 2012. - V. 3. - P. 52.

Gershenzon J., Kreis W. Biochemistry of terpenoids: monoterpenes, sespuiterpenes, diterpenes,
sterols, cardiac glycosides and steroid saponins // Biochemistry of plant secondary
metabolism, annual plant reviews / edited by Wink M. — Sheffeld: Academic, 1999. — P.
222-280.

Girard G., Bloemberg G. V. Central role of quorum sensing in regulating the production of
pathogenicity factors in Pseudomonas aeruginosa // Future Microbiol. - 2008. - V. 3(1). -
P. 97-106.

Glick B. R. Biochemical and Genetic Mechanisms Used by Plant Growth Promoting Bacteria //
Imperial College Press, London. - 1999. - P. 1-13.

Glover W.B., Liberto C.M., McNeil W.S., Banack S.A., Shipley P.R., Murch S.J. Reactivity of B-
methylamino-L-alanine in complex sample matrixes complicating detection and
quantification by mass spectrometry // Anal. Chem. - 2012. - V. 84(18). - P. 7946-7953

Glover W.B., Mash D.C., Murch S.J. The natural non-protein amino acid N-f-methylamino-I-
alanine (BMAA) is incorporated into protein during synthesis // Amino Acids. - 2014. - V.
46. - P. 2553-2559.

Gonzalez A., Bes M.T., Valladares A., Peleato M.L., Fillat M.F. FurA is the master regulator of
iron homeostasis and modulates the expression of tetrapyrrole biosynthesis genes in
Anabaena sp. PCC 7120 // Environ. Microbiol. - 2012. - V. 14(12). - P. 3175-3187.

Gonzalez A., Valladares A., Peleato M.L., Fillat M.F. FurA influences heterocyst differentiation
in Anabaena sp. PCC 7120 // FEBS Lett. - 2013. - V. 587(16). - P. 2682-2690.

Goto J.J., Koenig J.H., Ikeda K. The physiological effect of ingested B-N-methylamino-L-alanine
on a glutamatergic synapse in an in vivo preparation // Comp. Biochem. Physiol. C.
Toxicol. Pharmacol. - 2012. - V. 156(3-4). - P. 171-177.

Gramatikova S.1., Christen P. Pyridoxal 5'-phosphate-dependent catalytic antibody // J. Biol.
Chem. - 1996. - V. 271(48). - P. 30583-30586.



153

Grynkiewicz G., Poenie M., Tsien R.Y. A new generation of Ca?* indicators with greatly improved
fluorescence properties // J. Biol. Chem. - 1985. - V. 260(6). - P. 3440-3450.

Gubisne-Haberle D., Hill W., Kazachkov M., Richardson J.S., Yu P.H. Protein cross-linkage
induced by formaldehyde derived from semicarbazide-sensitive amine oxidase-mediated
deamination of methylamine // J. Pharmacol. Exp. Ther. - 2004. - V. 310(3). - P. 1125-
1132,

Guengerich F.P. Metabolic activation of carcinogens // Pharmacol. Ther. - 1992. -V. 54. - P. 17-
61.

Guo T., Geis S., Hedman C., Arndt M., Krick W., Sonzogni W. Characterization of ethyl
chloroformate derivative of beta-methylamino-L-alanine // J. Am. Soc. Mass. Spectr. -
2007.-V. 18. - P. 817-825.

Gupta A.M., Gopal K.V.B., Tilak R. Mechanism of plant growth promotion by rhizobacteria //
Ind. J. Exp. Biol. - 2000. - V. 38. - P. 856-862.

Gust B., Challis G.L., Fowler K., Kieser T., Chater K.F. PCR targeted Streptomyces gene
replacement identifies a protein domain needed for biosynthesis of the sesquiterpene soil
odor geosmin // Proc. Natl. Acad. Sci. USA. - 2003. - V. 100. - P. 1541-1546.

Haas D., Defago G. Biological control of soil-borne pathogens by Xuorescent pseudomonads //
Nat. Rev. Microbiol. - 2005. - V. 10. - P. 1-13.

Hadar Y., Harman G. E., Taylor A. G., Norton J. M. Effects of pregermination of pea and
cucumber seeds and of seed treatment with Enterobacter cloacae on rots caused by
Pythium spp. // Phytopathology. - 1983. - V. 73. - P. 1322-1325.

Handelsman J., Stabb E.V. Biocontrol of soilborne plant pathogens // Plant Cell. 1996. - V. 8. - P.
1855-18609.

Harada K., Ozaki K., Tsuzuki S., et al. Blue color formation of cyanobacteria with B-cyclocitral //
J. Chem. Ecol. - 2009. - V. 35. - P. 1295-1301.

Hebbar P.B., Curtis S.E. Characterization of devH, a gene encoding a putative DNA binding
protein required for heterocyst function in Anabaena sp. strain PCC 7120 // J. Bacteriol.
2000. - V. 182(12). - P. 3572-3581.

Henson B.J., Hartman L., Watson L.E., Barnum S.R. Evolution and variation of the nifD and hupL
elements in the heterocystous cyanobacteria // Int. J. Syst. Evol. Microbiol. - 2011. -
V.61(12). - P. 2938-2949.

Hernédndez J.A., Bes M.T., Fillat M.F., Neira J.L., Peleato M.L. Biochemical analysis of the
recombinant Fur (ferric uptake regulator) protein from Anabaena PCC 7119: factors
affecting its oligomerization state // Biochem. J. - 2002. - V. 366(1). - P. 315-322.



154

Hernandez J.A., Lopez-Gomollon S., Bes M.T., Fillat M.F., Peleato M.L. Three fur homologues
from Anabaena sp. PCC 7120: exploring reciprocal protein-promoter recognition // FEMS
Microbiol. Lett. - 2004. - V. 236(2). - P. 275-282.

Hernandez J.A., Muro-Pastor A.M., Flores E., Bes M.T., Peleato M.L., Fillat M.F. Identification
of a furA cis antisense RNA in the cyanobacterium Anabaena sp. PCC 7120 // J. Mol. Biol.
- 2006. - V. 355(3). - P. 325-334.

Herrero A., Muro-Pastor A.M., Valladares A., Flores E. Cellular differentiation and the NtcA
transcription factor in filamentous cyanobacteria // FEMS Microbiol. Rev. - 2004. -
V.28(4). - P. 469-487.

Higa K.C., Callahan S.M. Ectopic expression of hetP can partially bypass the need for hetR in
heterocyst differentiation by Anabaena sp. strain PCC 7120 // Mol. Microbiol. - 2010. - V.
77(3). - P. 562-574.

Higa K.C., Rajagopalan R., Risser D.D., et al. The RGSGR amino acid motif of the intercellular
signalling protein, HetN, is required for patterning of heterocysts in Anabaena sp. strain
PCC 7120 /I Mol. Microbiol. - 2012. - V. 83(4). - P.682-693.

Hirasawa M., Rubio L.M., Griffin J.L., et al. Complex formation between ferredoxin and
Synechococcus ferredoxin: nitrate oxidoreductase // Biochim. Biophys. Acta. - 2004. - V.
1608(2-3). - P.155-162.

Hu B., Yang G., Zhao W., Zhang Y., Zhao J. MreB is important for cell shape but not for
chromosome segregation of the filamentous cyanobacterium Anabaena sp. PCC 7120 //
Mol. Microbiol. - 2007. - V. 63(6). - P. 1640-1652.

Huang X., Dong Y., Zhao J. HetR homodimer is a DNA-binding protein required for heterocyst
differentiation, and the DNA-binding activity is inhibited by PatS // Proc. Natl. Acad. Sci.
USA. - 2004. - V. 101(14). - P.4848-4853.

Huang F., Miller J.R., Chen S.C., Vulule J.M., Walker E.D. Anopheles gambiae (Diptera:
Culicidae) oviposition in response to agarose media and cultured bacterial volatiles // J.
Med. Entomol. - 2006. - V.43 (3). - P. 498-504.

Inamdar A. A., Masurekar P., Bennett J. W. Neurotoxicity of fungal volatile organic compounds
in Drosophila melanogaster // Toxicol. Sci. - 2010. - V. 117. - P. 418-426.

Inamdar A. A., Zaman T., Morath S. U., et al. Drosophila melanogaster as a model to characterize
fungal volatile organic compounds // Environ. Toxicol. - 2014. - V. 29(7). - P. 829-836.

Jepson B.J., Anderson L.J., Rubio L.M., et al. Tuning a nitrate reductase for function. The first
spectropotentiometric characterization of a bacterial assimilatory nitrate reductase reveals
novel redox properties // J. Biol. Chem. - 2004. - V. 279(31). - P. 32212-32218.



155

Jiang Q., Qin S., Wu Q. Analysis of metacaspases in unicellular and filamentous cyanobacteria //
BMC Genomics. - 2010. - V. 11. - P. 1-11.

Jiang L., Aigret B., De Borggraeve W.M., Spacil Z., llag L.L. Selective LC-MS/MS method for
the identification of BMAA from its isomers in biological samples // Anal. Bioanal. Chem.
-2012. - V. 403(6). - P. 1719-1730.

Jiang L., Johnston E., Aberg K.M., Nilsson U., llag L.L. Strategy for quantifying trace levels of
BMAA in cyanobacteria by LC/MS/MS //Anal. Bioanal. Chem. - 2013. - V. 405. - P. 1283—
1292,

Jiang L., Eriksson J., Lage S., et al. Diatoms: a novel source for the neurotoxin BMAA in aquatic
environments // PLoS One. - 2014. - V. 9(1). - P. e84578.

Johnson H.E., King S.R., Banack S.A., et al. Cyanobacteria (Nostoc commune) used as a dietary
item in the Peruvian highlands produce the neurotoxic amino acid BMAA // J.
Ethnopharmacol. - 2008. - V. 118(1). - P. 159-165.

Jonasson S., Eriksson J., Berntzon L., et al. Transfer of a cyanobacterial neurotoxin within a
temperate aquatic ecosystem suggests pathways for human exposure // Proc. Natl. Acad.
Sci. USA. - 2010. - V. 107(20). - P. 9252-9257.

Kai M., Effmert U., Berg G., Piechulla B. Volatiles of bacterial antagonists inhibit mycelial growth
of the plant pathogen Rhizoctonia solani // Arch. Microbiol. - 2007. - V. 187. - P. 351-360.

Kai M., Haustein M., Molina F., et al. Bacterial volatiles and their action potential // Appl.
Microbiol. Biotechnol. - 2009. - V. 81. - P. 1001-1012.

Kang J., Mehta S., Turano F.J. The putative glutamate receptor 1.1 (AtGLR1.1) in Arabidopsis
thaliana regulates abscisic biosynthesis and signaling to control development and water
loss // Plant Cell Physiol. - 2004. - V. 45(10). - P. 1380-1389.

Karlsson O., Bergquist J., Andersson M. Quality measures of imaging mass spectrometry aids in
revealing long-term striatal protein changes induced by neonatal exposure to the
cyanobacterial toxin B-N-methylamino-L-alanine (BMAA) // Mol. Cell Proteom. - 2014. -
V. 13. - P. 93-104.

Karlsson O., Berg A.L., Lindstrom A.K., et al. Neonatal exposure to the cyanobacterial toxin
BMAA induces changes in protein expression and neurodegeneration in adult
hippocampus // Toxicol. Sci. - 2012. - V. 130(2). - P. 391-404.

Khan S. R., Herman J., Krank J., et al. N-(3-Hydroxyhexanoyl)-L-homoserine lactone is the
biologically relevant quormone that regulates the phz operon of Pseudomonas chlororaphis
strain 30-84 // Appl. Environ. Microbiol. - 2007. - V. 73(22). - P. 7443-7455.



156

Khmel I.A., Sorokina T.A., Lemanova N.B., et al. Biological control of crown gall in grapevine
and raspberry by two Pseudomonas spp. with a wide spectrum of antagonistic activity //
Biocontrol Science and Technology. - 1998. - V. 8. - P. 45-57.

Khudyakov 1., Wolk C.P. hetC, a gene coding for a protein similar to bacterial ABC protein
exporters, is involved in early regulation of heterocyst differentiation in Anabaena sp.
strain PCC 7120 // J. Bacteriol. - 1997. - V. 179(22). - P. 6971-6978.

Kloepper J. Bacterial volatiles promote growth in Arabidopsis // Proc. Natl. Acad. Sci. USA. -
2003. - V. 100. - P. 4927-4932.

Kloepper J.W., Leong J., Teintze M., Schroth M. N. Pseudomonas siderophores: A mechanism
explaining disease-suppressive soils // Nature. - 1980. - V. 286. - P. 885-886.

Kloepper J.W., Rodriguez-Kabana R., Zehnder G.W., et al. Plant root-bacterial interactions in
biological control of soilborne diseases and potential extension to systemic and foliar
diseases // Aust. J. Plant. Pathol. - 1999. - V. 28. - P. 27-33.

Kloepper J.W., Zablotowicz R.M., Tipping E.M,. Lifshitz R. The Rhizosphere and Plant Growth
/ edited by Keister K. L., Cregan, P. B. - Dordrecht, Netherlands: Kluwer, 1991. - P. 315-
326.

Kojic M., Degrassi G., Venturi V. Cloning and characterization of the rpoS gene from plant
growth-promoting Pseudomonas putida WCS358: RpoS in not involved in siderophore and
homoserine lactone production // Biochim. Biophys. Acta. - 1999. - V. 1489. - P. 413-420.

Koksharova O., Schubert M., Shestakov S., Cerff R. Genetic and biochemical evidence for distinct
key functions of two highly divergent GAPDH genes in catabolic and anabolic carbon flow
of the cyanobacterium Synechocystis sp. PCC 6803 // Plant Mol. Biol. - 1998. - V. 36(1). -
P. 183-194.

Koksharova O.A., Klint J., Rasmussen U. Comparative proteomics of cell division mutants and
wild-type of Synechococcus sp. strain PCC 7942 // Microbiology. - 2007. - V. 153(8). - P.
2505-2517.

Koksharova O.A., Wolk C.P. A novel gene that bears a DnaJ motif influences cyanobacterial cell
division // J. Bacteriol. - 2002. - V. 184(19). - P. 5524-5524.

Kosinski J., Feder M., Bujnicki J.M. The PD-(D/E) XK superfamily revisited: identification of new
members among proteins involved in DNA metabolism and functional predictions for
domains of (hitherto) unknown function / BMC Bioinformatics. - 2005. - V. 12(6). - P.
172.

Kovach M. E., Elzer P. H., Hill D. S., et al. Four new derivatives of the broad-host-range cloning
vector pPBBR1MCS carrying different antibiotic-resistance cassettes // Gene. - 1995. - V.
166. - P. 175-176.



157

Kvenvolden K.A., Lawless J.G., Ponnamperuma C. Nonprotein amino acids in the murchison
meteorite // Proc. Natl. Acad. Sci. USA. - 1971. - V. 68(2). - P. 486-490.

Kumar K., Mella-Herrera R. A., Golden J. W. Cyanobacterial heterocysts // Cold Spring Harb.
Perspect. Biol. - 2010. - V. 2 (4). - P. a000315

Kurze S., Bahl H., Dahl R., Berg G. Biological control of fungal strawberry diseases by Serratia
plymuthica HRO-C48 // Plant. Dis. - 2001. - V. 85. - P. 529-534.

Kurita-Ochiai T., Fukushima K., Ochiai K. Volatile fatty acids, metabolitic by-products of
periodontopathic bacteria, inhibit lymphocyte proliferation and cytokine production // J.
Dent. Res. - 1995. - V. 74. - P. 1367-1373.

Kyung K.H., Lee YC. Antimicrobial activities of sulfur compounds derived from S-alk(en)yl-L-
cysteine sulfoxides in Allium and Brassica // Food Rev. Int. - 2001. - V. 17. - P. 183-198.

Lage S., Burian A., Rasmussen, U., et al. BMAA extraction of cyanobacteria samples: which
method to choose? // Environ Sci. Pollut. Res. Int. - 2016. - V. 23. - P. 338-350.

Lage S., Costa P.R., Moita T., et al. BMAA in shellfish from two Portuguese transitional water
bodies suggests the marine dinoflagellate Gymnodinium catenatum as a potential BMAA
source // Aquat. Toxicol. - 2014. - V. 152C. - P. 131-138.

Lee H.M., Flores E., Herrero A, Houmard J., Tandeau de Marsac N. A role for the signal
transduction protein PII in the control of nitrate/nitrite uptake in a cyanobacterium // FEBS
Lett. - 1998. - V. 427(2). - P. 291-295.

Leeman M., den Ouden F.M., van Pelt J.A,, et al. Iron availability affects induction of systemic
resistance to fusarium wilt of radish by Pseudomonas fluorescens // Phytopathology. -
1996. - V. 86. - P. 149-155.

Li B., Huang X., Zhao J. Expression of hetN during heterocyst differentiation and its inhibition of
hetR up-regulation in the cyanobacterium Anabaena sp. PCC 7120 // FEBS Lett. - 2002. -
V. 517(1-3). - P. 87-91.

Liang J., Scappino L., Haselkorn R. The patA gene product, which contains a region similar to
CheY of Escherichia coli, controls heterocyst pattern formation in the cyanobacterium
Anabaena 7120 // Proc. Natl. Acad. Sci USA. - 1992. - V. 89(12). - P. 5655-5659.

Lin W., Okon Y., Hardy, R. W. F. Enhanced Mineral Uptake by Zea mays and Sorghum bicolor
Roots Inoculated with Azospirillum brasilense // Appl. Environ. Microbiol. -1983. - V. 45.
- P. 1775-1779.

Lipasova V.A., Atamova E.E., Veselova M. A. , Tarasova N. N., Khmel I. A. . Expression of gene
for N-acyl-homoserine lactonase AiiA affects properties of rhizospheric strain
Pseudomonas chlororaphis 449 // Russ. J. Genetics. - 2009. - V. 45(1). - P. 30-34.



158

Liu Y., Golden S.S., Kondo T. Ishiura M., Johnson C.H. Bacterial luciferase as a reporter of
circadian gene expression in cyanobacteria // J. Bacteriol. - 1995. - V. 177. - P. 2080-2086.

Liu X., Rush T., Zapata J., Lobner D. B-N-methylamino-l-alanine induces oxidative stress and
glutamate release through action on system Xc— // Exp. Neurol. - 2009. - V. 217. - P. 429-
433.

Livak K.J., Schmittgen T.D. Analysis of relative gene expression data using real-time quantitative
PCR and the 2(-Delta Delta C(T)) Method // Methods. - 2001. - V. 25(4). - P. 402-408.

Lopez-Gomollon S., Hernandez J.A., Wolk C.P., Peleato M.L., Fillat M.F. Expression of furA is
modulated by NtcA and strongly enhanced in heterocysts of Anabaena sp. PCC 7120 //
Microbiology. - 2007. - V. 153(1). - P. 42-50.

Lépez-Gomollon S., Sevilla E., Bes M.T., Peleato M.L., Fillat M.F. New insights into the role of
Fur proteins: FurB (All2473) from Anabaena protects DNA and increases cell survival
under oxidative stress // Biochem. J. - 2009. - V. 418(1). - P. 201-207.

Loper J. E., Schroth, M. N. Influence of bacterial sources of indole-3-acetic acid on root elongation
of sugar beet // Phytopathology. - 1986. - V. 76. - P. 386-389.

Lucchini J.J., Bonnaveiro N., Cremieux A., le GoYc F. Mechanism of bactericidal action of
phenylethyl alcohol in Escherichia coli // Curr. Microbiol. - 1993. - V. 27. - P. 295-300.

Luo C.S., Liang J.R., Lin Q., et al. Genome-wide comparative cellular responses associated with
ROS production and cell fate decision in early stress response to iron limitation in the
diatom Thalassiosira pseudonana, // J. Proteome Res. - 2014. - V. 13(12). - P. 5510-5523.

Lugue 1., Flores E., Herrero A. Nitrite reductase gene from Synechococcus sp. PCC 7942:
homology between cyanobacterial and higher-plant nitrite reductases // Plant Mol. Biol. -
1993. - V. 21(6). - P. 1201-1205.

Luqgue 1., Flores E., Herrero A. Molecular mechanism for the operation of nitrogen control in
cyanobacteria // EMBO J. - 1994. - V. 13(12). - P. 2862-2869.

Luque 1., Vazquez-Bermudez M.F., Paz-Yepes J., Flores E., Herrero A. In vivo activity of the
nitrogen control transcription factor NtcA is subjected to metabolic regulation in
Synechococcus sp. strain PCC 7942 // FEMS Microbiol. Lett. - 2004. - V. 236(1). - P. 47-
52.

MacDonald E.M.S., Powell G.K., Regier D.A., Glass N.L., Roberto F., Kosuge T., Morris R.O.
Secretion of Zeatin, Ribosylzeatin, and Ribosyl-1"-Methylzeatin by Pseudomonas
savastanoi: Plasmid-Coded Cytokinin Biosynthesis. // Plant Physiol. - 1986. - V. 82. - P.
T742-747.



159

MacKay C., Déclais A.C., Lundin C., et al. Identification of KIAA1018/FANI1, a DNA repair
nuclease recruited to DNA damage by monoubiquitinated FANCD?2 // Cell. - 2010. - V.
142(1). - P. 65-76.

Mackie A.E., Wheatley R.E. Effects and incidence of volatile organic compound interactions
between soil bacterial and fungel isolates // Soil Biol. Biochem. - 1999. - V. 31. - P. 375-
385.

Malinverni J.C., Silhavy T.J. An ABC transport system that maintains lipid asymmetry in the
gram-negative outer membrane // Proc. Natl. Acad. Sci. USA. - 2009. - V. 106(19). - P.
8009-8014.

Marler T.E., Snyder L.R., Shaw C.A. Cycas micronesica (Cycadales) plants devoid of endophytic
cyanobacteria increase in f-methylamino-L-alanine // Toxicon. - 2010. - V. 56(4). - P. 563-
568.

Maurhofer M., Hase C., Meuwly P., Metraux J.P., Defago G. Induction of systemic resistance of
tobacco necrosis virus by the root-colonizing Pseudomonas fluorescens CHAQ: influence
of the gacA gene of pyoverdine production // Phytopathology. - 1994. - V. 84. - P. 139-
146.

Mavrodi D.V., Ksenzenko V.N,. Bonsall R.F., et al. A seven-gene locus for synthesis of
phenazine-1-carboxylic acid by Pseudomonas fluorescens 2-79 I/ J. Bacteriol. - 1998. - V.
180. - P. 2541-2548.

Mayrhofer S., Mikoviny T., Waldhuber S., et al. Microbial community related to volatile organic
compound (VOC) emission in household biowaste // Environ. Microbiol. - 2006. - V. 8. -
P. 1960-1974.

McCain A.H. A volatile antibiotic by Streptomyces griseus // Phytopathology. - 1966. - V. 56. - P.
150.

McClean K., Winson M., Fish L., et al. Quorum sensing and Chromobacterium violaceum,
exploitation of violacein production and inhibition for the detection of N-acylhomoserine
lactones // Microbiology. - 1997. - V. 143. - P. 3703-3711.

McNeal K.S., Herbert B.E. Volatile organic metabolites as indicators of soil microbial activity and
community composition shifts // Soil Sci. Soc. Am. J. - 2009. - V. 73. - P. 579-588.
Mengin-Lecreulx D., van Heijenoort J., Park J.T. Identification of the mpl gene encoding UDP-N-
acetylmuramate: L-alanyl-gamma-D-glutamyl-meso-diaminopimelate ~ ligase  in
Escherichia coli and its role in recycling of cell wall peptidoglycan // J. Bacteriol. - 1996.

- V. 178(18). - P. 5347-5352.



160

Mérida A., Candau P., Florencio F.J. Regulation of glutamine synthetase activity in the unicellular
cyanobacterium Synechocystis sp. strain PCC 6803 by the nitrogen source: effect of
ammonium // J. Bacteriol. - 1991. - V. 173(13). - P. 4095-4100.

Metcalf J.S., Banack S.A., Lindsay J., et al. Co-occurrence of beta-N-methylamino-L-alanine, a
neurotoxic amino acid with other cyanobacterial toxins in British waterbodies, 1990-2004
/[ Environ. Microbiol. - 2008. - V. 10(3). - P. 702-708.

Miller M. B., Bassler B. L. Quorum sensing in bacteria // Annu. Rev. Microbiol. - 2001. - V. 55. -
P. 165-199.

Minerdi D., Bossi S., Gullino M.L., Garibalidi A. Volatile organic compounds: a potential direct
long-distance mechanism for antagonistic action of Fusarium oxysporum strain MSA 35 //
Environ. Microbiol. - 2008. - V. 11. - P. 844-854.

Mondo K., Broc Glover W., Murch S.J., et al. Environmental neurotoxins beta-N-methylamino-I-
alanine (BMAA) and mercury in shark cartilage dietary supplements // Food Chem.
Toxicol. - 2014. - V. 70. - P. 26-32.

Montesinos M.L., Herrero A., Flores E. Amino acid transport systems required for diazotrophic
growth in the cyanobacterium Anabaena sp. strain PCC 7120 // J. Bacteriol. - 1995. - V.
177(11). - P. 3150-3157.

Montesinos M.L., Muro-Pastor A.M., Herrero A., Flores E. Ammonium/methylammonium
permeases of a Cyanobacterium. Identification and analysis of three nitrogen-regulated amt
genes in Synechocystis sp. PCC 6803 // J. Biol. Chem. - 1998. - V. 273(47). - P. 31463-
31470.

Moura S., de Almeida Ultramari M., Mendes Louzada de Paula D., Yonamine M., Pinto E. H
NMR determination of B-N-methylamino-l-alanine (I-BMAA) in environmental and
biological samples // Toxicon. - 2009. - V. 53(5). - P. 578-583.

Muller H., Westendorf C., Leitner E., et al. Quorum-sensing effects in the antagonistic rhizosphere
bacterium Serratia plymuthica HRO-C48 // FEMS Microbiol. Ecol. - 2008. -V. 67(3). - P.
468-478.

Mullineaux C.W., Allen J.F. The state 2 transition in the cyanobacterium Synechococcus 6301 can
be driven by respiratory electron flow into the plastoquinone pool // FEBS. - 1986. - V.
205(1). - P. 155-160.

Murch S.J., Cox P.A., Banack S.A. A mechanism for slow release of biomagnified cyanobacterial
neurotoxins and neurodegenerative disease in Guam // Proc. Natl. Acad. Sci. USA. - 2004.
- V. 101(33). - P. 12228-12231.

Muro-Pastor A.M., Hess W.R. Heterocyst differentiation: from single mutants to global
approaches // Trends Microbiol. - 2012. - V. 20(11). - P. 548-557.


http://www3.interscience.wiley.com/journal/121675663/issue

161

Muro-Pastor A.M., Olmedo-Verd E., Flores E. All4312, an NtcA-regulated two-component
response regulator in Anabaena sp. strain PCC 7120 // FEMS Microbiol. Lett. - 2006. - V.
256(1). - 171-177.

Muro-Pastor M.1., Reyes J.C., Florencio F.J. Cyanobacteria perceive nitrogen status by sensing
intracellular 2-oxoglutarate levels // J. Biol. Chem. - 2001. - V. 276(41). - P. 38320-38328.

Muro-Pastor M.l., Reyes J.C., Florencio F.J. Ammonium assimilation in cyanobacteria //
Photosynth. Res. - 2005. - V. 83(2). - P. 135-150.

Myers T.G., Nelson S.D. Neuroactive carbamate adducts of beta-N-methylamino-L-alanine and
ethylenediamine. Detection and quantitation under physiological conditions by 13C NMR
/1 J. Biol. Chem. - 1990. - V. 265(18). - P.10193-10195.

Nakamura 1., Nakai Y., lzumi H. Use of fura-2/AM to measure intracellular free calcium in
Selenomonas ruminantium // Tohoku J. Exp. Med. - 1996. - V. 179(4). - P.291-294.
Narayan O.P., Kumari N., Rai L.C. Iron starvation-induced proteomic changes in Anabaena
(Nostoc) sp. PCC 7120: exploring survival strategy // J. Microbiol. Biotechnol. - 2011. - V.

21(2). - P. 136-146.

Nelson E.B. Biological control of Pythium seed rot and preemergence damping-off of cotton with
Enterobacter cloacae and Erwinia herbicola applied as seed treatments // Plant Dis. - 1988.
-V.72.-P. 140-142.

Neunuebel M.R., Golden J.W. The Anabaena sp. strain PCC 7120 gene all2874 encodes a
diguanylate cyclase and is required for normal heterocyst development under high-light
growth conditions // J. Bacteriol. - 2008. - V. 190(20). - P.6829-6836.

Nikaido H. Molecular basis of bacterial outer membrane permeability revisited // Microbiol. Mol.
Biol. Rev. - 2003. - V. 67(4). - P. 593-656.

Nikaido H. Restoring permeability barrier function to outer membrane // Chem. Biol. - 2005. - V.
12(5). - P. 507-509.

Niu Q., Huang X., Zhang L., et al., A Trojan horse mechanism of bacterial pathogenesis against
nematodes // Proc. Natl. Acad. Sci. USA. - 2010. -V. 107. - P. 16631-16636.

Nunn P.B. Three phases of research on beta-N-methylamino-L-alanine (BMAA)-a neurotoxic
amino acid // Amyotroph. Lateral. Scler. - 2009. - V. 10(2). - P. 26-33.

Nunn P.B., O'Brien P. The interaction of beta-N-methylamino-L-alanine with bicarbonate: an *H-
NMR study // FEBS Lett. - 1989. - V. 251(1-2). - P. 31-35.

Nunn P.B., O'Brien P., Pettit L.D., Pyburn S.I. Complexes of zinc, copper, and nickel with the
nonprotein amino acid L-alpha-amino-beta-methylaminopropionic acid: a naturally
occurring neurotoxin // J. Inorg. Biochem. - 1989. - V. 37(2). - P. 175-183.



162

Nunn P.B., Ponnusamy M. Beta-N-methylaminoalanine (BMAA): metabolism and metabolic
effects in model systems and in neural and other tissues of the rat in vitro // Toxicon. 2009.
- V. 54(2). - P. 85-94.

Okamoto O. K., Hastings J.W. Genome-wide analysis of redox-regulated genes in a dinoflagellate
/I Gene. - 2003. - V. 321. - P. 73-81.

Okle O., Stemmer K., Deschl U., Dietrich D.R. L-BMAA induced ER stress and enhanced caspase
12 cleavage in human neuroblastoma SH-SY5Y cells at low nonexcitotoxic concentrations
/I Toxicol. Sci. - 2013a. - V. 131(1). - P. 217-224.

Okle O., Rath L., Galizia C.G., Dietrich D.R. The cyanobacterial neurotoxin -N-methylamino-I-
alanine (BMAA) induces neuronal and behavioral changes in honeybees // Toxicol. Appl.
Pharmacol. - 2013b. - V. 270(1). - P. 9-15.

Olmedo-Verd E., Muro-Pastor A.M., Flores E., Herrero A. Localized induction of the ntcA
regulatory gene in developing heterocysts of Anabaena sp. strain PCC 7120 // J. Bacteriol.
- 2006. - V. 188(18). - P. 6694-6699.

Omata T., Andriesse X., Hirano A. Identification and characterization of a gene cluster involved
in nitrate transport in the cyanobacterium Synechococcus sp. PCC 7942 // Mol. Gen. Genet.
-1993. - V. 236(2-3). - P. 193-202.

van Onselen R., Cook N.A., Phelan R.R., Downing T.G. Bacteria do not incorporate (-N-
methylamino-I-alanine into their proteins // Toxicon. - 2015. - V. 102. - P. 55-61.

Ovadis M., Liu X., Gavriel S., et al. The global regulator genes from biocontrol strain Serratia
plymuthica 1C1270: cloning, sequencing, and functional studies // J. Bacteriol. - 2004. - V.
186. - P. 4986-4993.

Ozaki K., Ohta A., Iwata C., et al. Lysis of cyanobacteria with volatile organic compounds //
Chemosphere. - 2008. - V. 71. - P.1531-1538.

Pan M., Mabry T.J., Cao P., Moini M. Identification of nonprotein amino acids from cycad seeds
as N-ethoxycarbonyl ethyl ester derivatives by positive chemical-ionization gas
chromatography-mass spectrometry // J. Chromatogr. A. - 1997. - V. 787(1-2). - P. 288-
294.

Pare P.W., Tumlinson J.H. Plant volatiles as a defense against insect herbivores // Plant Physiol. -
1999. - V. 121. - P. 325-331.

Paz-Yepes J., Flores E., Herrero A. Transcriptional effects of the signal transduction protein P(11)
(gInB gene product) on NtcA-dependent genes in Synechococcus sp. PCC 7942 // FEBS
Lett. - 2003. - V. 543(1-3). - P. 42-46.

Percival F.W., Purves W.K. Multiple amine oxidases in cucumber seedlings // Plant Physiol. -
1974. - V. 54(4). - P. 601-607.



163

Pernil R., Picossi S., Mariscal V., Herrero A., Flores E. ABC-type amino acid uptake transporters
Bgt and N-11 of Anabaena sp. strain PCC 7120 share an ATPase subunit and are expressed
in vegetative cells and heterocysts // Mol. Microbiol. - 2008. - V. 67(5). - P.1067-1080.

Perry C., Sastry R., Nasrallah I.M., Stover P.J. Mimosine attenuates serine
hydroxymethyltransferase transcription by chelating zinc. Implications for inhibition of
DNA replication // J. Biol. Chem. - 2005. - V. 280(1). - P. 396-400.

Pessi G., Haas D. Transcriptional control of the hydrogen cyanide biosynthetic genes hcnABC by
the anaerobic regulator ANR and the quorum sensing regulators LasR and RhIR in
Pseudomonas aeruginosa // J. Bacteriol. - 2000. - V. 182. - P. 6940-6949.

Peuthert A., Chakrabarti S., Pflugmacher S. Uptake of microcystins-LR and -LF (cyanobacterial
toxins) in seedlings of several important agricultural plant species and the correlation with
cellular damage (lipid peroxidation) // Environ. Toxicol. - 2007. - V. 22(4). - P. 436-442.

Pflugmacher S., Wiegand C., Oberem, A., et al. Identification of an enzymatically formed
glutathione conjugate of the cyanobacterial hepatotoxin microcystin-LR: the first step of
detoxication // Biochim. Biophys. Acta. - 1998. - V. 1425(3). - P. 527-533.

Picossi S., Montesinos M.L., Pernil R., et al. ABC-type neutral amino acid permease N-I is
required for optimal diazotrophic growth and is repressed in the heterocysts of Anabaena
sp. strain PCC 7120 // Mol. Microbiol. - 2005. - V. 57(6). - P. 1582-1592.

Piechulla B., Pott M.B. Plant scents-mediator of inter- and intraorganismic communication //
Planta. - 2003. - V. 217. - P. 687-689.

Pierson L.S., Thomashow L.S. Cloning and heterologous expression of the phenazine biosynthetic
locus from Pseudomonas aureofaciens 30-84 // Mol. Plant-Microbe Interact. - 1992. - V.
5. - P. 330-339.

Pierson 11l L.S., Wood D.W., Pierson E.A. Homoserine lactone-mediated gene regulation in plant-
associated bacteria // Annu. Rev. Phytopathol. - 1998. - V. 36. - P. 207-225.

Pieterse C.M.J.,, Van Wees S.C.M., Ton J., Van Pelt J.A., Van Loon L.C. Signaling in
rhizobacteria-induced systemic resistance in Arabidopsis thaliana // Plant Biol. - 2002. -
V. 4. -P.535-544,

Pinto F., Pacheco C.C., Ferreira D., Moradas-Ferreira P., Tamagnini P. Selection of suitable
reference genes for RT-qPCR analyses in cyanobacteria // PLoS One. - 2012. - V. 7(4). -
P.e34983.

Plato C.C., Garruto R.M., Galasko D., et al. Amyotrophic lateral sclerosis and parkinsonism-
dementia complex of Guam: changing incidence rates during the past 60 years // Am. J.
Epidemiol. - 2003. - V. 157(2). - P. 149-157.



164

Ponnusamy L., Yxu N., Nojima S., Wesson D.M. Identification of bacteria and bacteria-associated
chemical cues that mediate oviposition site preferences by Aedes aegypti // Proc. Natl.
Acad. Sci. USA. - 2008. - V. 105. - P. 9262-9267.

Popova A.A., Koksharova O.A., Lipasova V.A., et al. Inhibitory and toxic effects of volatiles
emitted by strains of Pseudomonas and Serratia on growth and survival of selected
microorganisms, Caenorhabditis elegans, and Drosophila melanogaster // Biomed. Res.
Int. - 2014. - V. 2014. - P. 125704.

Purdie E.L., Metcalf J.S., Kashmiri S., Codd G.A. Toxicity of the cyanobacterial neurotoxin beta-
N-methylamino-L-alanine to three aquatic animal species // Amyotroph. Lateral. Scler. -
2009. - V. 10 (2). - P. 67-70.

Purdie E.L., Samsudin S., Eddy F.B., Codd G.A. Effects of the cyanobacterial neurotoxin beta-N-
methylamino-L-alanine on the early-life stage development of zebrafish (Danio rerio) //
Aguat. Toxicol. - 2009. - V. 95(4). - P. 279-284.

Quintero M.J., Montesinos M.L., Herrero A., Flores E. Identification of genes encoding amino
acid permeases by inactivation of selected ORFs from the Synechocystis genomic sequence
// Genome Res. 2001. - V. 11(12). - P. 2034-40.

Raaijmakers J.M., Vlami M., de Souza J.T. Antibiotic production by bacterial biocontrol agents //
Antonie Van Leeuwenhoek. - 2002. - V. 81. - P. 537-547.

Rajagopalan R., Callahan S.M. Temporal and spatial regulation of the four transcription start sites
of hetR from Anabaena sp. strain PCC 7120 // J. Bacteriol. - 2010. - V. 192(4). - P. 1088-
1096.

Ramos J. L., Guerrero M. G. Involvement of ammonium metabolism in the nitrate inhibition of
nitrogen fixation in Anabaena sp. strain ATCC 33047 // Arch. Microbiol. - 1983. - V. 36.
- P. 81- 83.

Ramos H.C., Hoffmann T., Marino M., et al. Fermentative metabolism of Bacillus subtilis:
physiology and regulation of gene expression // J. Bacteriol. - 2000. - V. 182. - P. 3072-
3080.

Rao S.D., Banack S.A., Cox P.A., Weiss J.H. BMAA selectively injures motor neurons via
AMPA/kainate receptor activation // Exp. Neurol. - 2006. - V. 201(1). - P. 244-252.
Rasmann S., Kéllner T.G., Degenhardt J., et al. Recruitment of entomopathogenic nematodes by insect-

damaged maize roots // Nature. - 2005. - V. 434(7034). - P. 732-737.

Raupach G.S., Kloepper J.W. Biocontrol of cucumber diseases in the field by plant growth-
promoting rhizobacteria with and without methyl bromide fumigation // Plant Dis. - 2000.
- V. 84.-P. 1073-1075.



165

Reimmann C., Beyeler M., Latin A., et al. The global activator GacA of Pseudomonas aeruginosa
PAO positively controls the production of the autoinducer N-butyryl-homo-serine lactone
and the formation of the virulence factors pyocyanin, cyanide, and lipase // Mol. Microbiol.
-1997. - V. 24. - P. 309-3109.

Rippka R., Deruelles J., Waterbury J.B., Herdman M., Stanier R. Y. Generic Assignments, Strain
Histories and Properties of Pure Cultures of Cyanobacteria // J. Gen. Microbiol. - 1979. - V.
111.-P. 1-61.

Risser D.D., Callahan S.M. HetF and PatA control levels of HetR in Anabaena sp. strain PCC
7120 // J. Bacteriol. - 2008. - V. 190(23). - P. 7645-7654.

Risser D.D., Callahan S.M. Genetic and cytological evidence that heterocyst patterning is
regulated by inhibitor gradients that promote activator decay // Proc. Natl. Acad. Sci. USA.
-2009. - V. 106(47). - P. 19884-19888.

Rodgers K.J. Non-protein amino acids and neurodegeneration: the enemy within // Exp. Neurol. -
2014. - V. 253. - P. 192-196.

Rogerson A. C. Modifiers of heterocyst repression and spacing and formation of heterocysts
without nitrogenase in the cyanobacterium Anabaena variabilis // J. Bacteriol. - 1979. - V.
140. - P. 213-2109.

Rosen J., Hellenés K.E. Determination of the neurotoxin BMAA (beta-N-methylamino-L-alanine)
in cycad seed and cyanobacteria by LC-MS/MS (liquid chromatography tandem mass
spectrometry) // Analyst. - 2008. - V. 133. - P. 1785-1789.

Rubio L.M., Flores E., Herrero A. The narA locus of Synechococcus sp. strain PCC 7942 consists
of a cluster of molybdopterin biosynthesis genes // J. Bacteriol. - 1998. - V. 180(5). - P.
1200-1206.

Rubio L.M., Flores E., Herrero A. Molybdopterin guanine dinucleotide cofactor in Synechococcus
sp. nitrate reductase: identification of mobA and isolation of a putative moeB gene // FEBS
Lett. - 1999. - V. 462(3). - P.358-362.

Rubio L.M., Flores E., Herrero A. Purification, cofactor analysis, and site-directed mutagenesis of
Synechococcus ferredoxin-nitrate reductase // Photosynth. Res. - 2002. - V. 72(1). - P. 13-
26.

Rubio L.M., Herrero A., Flores E. A cyanobacterial narB gene encodes a ferredoxin-dependent
nitrate reductase // Plant. Mol. Biol. - 1996. - V. 4. - P.845-850.

Ryals J.A., Neuenschwander U.H., Willits M.G., et al. Systemic acquired resistance // Plant Cell.
-1996. - V. 8. - P. 1809-1819.

Ryan R.P., Dow J.M. Diffusible signals and interspecies communication in bacteria //
Microbiology. - 2008.V. - 154(7). - P. 1845-1858.



166

Ryu C.M., Farag M.A., Hu C.H., et al. Bacterial volatiles promote growth in Arabidopsis // Proc.
Natl. Acad. Sci. USA. - 2003. - V. 100(8). - P. 4927-4932.

Ryu C.M., Farag M.A., Hu C.H., et al. Bacterial volatiles induce systemic resistance in
Arabidopsis // Plant Physiol. - 2004. - V. 134. - P. 1017-1026.

Sakamoto T., Inoue-Sakamoto K., Bryant D.A. A novel nitrate/nitrite permease in the marine
cyanobacterium Synechococcus sp. strain PCC 7002 // J. Bacteriol. - 1999. - V. 181(23). -
P. 7363-7372.

Salomonsson M., Hansson A., Bondesson U. Development and in-house validation of a method
for quantification of BMAA in mussels using dansyl chloride derivatization and ultra
performance liquid chromatography tandem mass spectrometry // Anal. Methods. - 2013.
-V.5.-P. 4865-4874.

Santos J.M., Freire P., Vicente M., Arraiano C.M. The stationary-phase morphogene bolA from
Escherichia coli is induced by stress during early stages of growth // Mol. Microbiol. -
1999. - V. 32(4). - P. 789-798.

Saxena R.K., Raghuvanshi R., Singh S., Bisen P.S. Iron induced metabolic changes in the
diazotrophic cyanobacterium Anabaena PCC 7120 // Indian J. Exp. Biol. - 2006. - V. 44
(10). - P. 849-851.

Scholler C.E.G., Girtler H., Pedersen R., Molin S., Wilkins K. Volatile metabolites from
Actinomycetes // J. Agric. Food. Chem. - 2002. - V. 50. - P. 2615-2621.

Scholler C., Molin S., Wilkins S. Volatile metabolites from some Gram-negative bacteria //
Chemosphere. — 1997. - V. 35. - P. 1487-1495.

Schulz S., Dickschat J. S. Bacterial volatiles: the smell of small organisms // Nat. Prod. Rep. -
2007. - V. 24. - P. 814-842.

Sciaky D., Montoya A.L., Chilton M.D. Fingerprints of Agrobacterium Ti plasmids // Plasmid. -
1978.- V. 1. - P. 238-253.

Seawright A.A., Brown A.W., Nolan C.C., Cavanagh J.B. Selective degeneration of cerebellar
cortical neurons caused by cycad neurotoxin, L-beta-methylaminoalanine (L-BMAA), in
rats // Neuropathol. Appl. Neurobiol. - 1990. - V. 16(2). - P.153-169.

Sebastiani L., Lindberg S., Vitagliano C. Cytoplasmic free calcium dynamics in single tomato
(Lycopersicon esculentum L.) protoplasts subjected to chilling temperatures // Physiol.
Plant. - 1999. - V.105. - P. 239-245.

Seewald M.S.A., Bonfanti M., Singer W., et al. Substrate induced VOC emissions from compost
amended soils under aerobic and anaerobic incubation // Biol. Fertil. Soils. - 2010. - V. 46.
-P.371.



167

Sengupta P., Chou J.H., Bargmann C.I. odr-10 encodes a seven transmembrane domain olfactory
receptor required for responses to the odorant diacetyl // Cell. - 1996. - V. 84. - P. 578-587.

Shaw P., Ping G., Daly S., et al. Detecting and characterizing N-acyl-homoserine lactone signal
molecules by thin-layer chromatography // Proc. Natl. Acad. Sci. USA. - 1997. - V. 94. -
P. 6036-6041.

Shenker M., Fa, T.W.M., Crowley D.E. Phytosiderophores influence on cadmium mobilization
and uptake by wheat and barley plants // J. Environ. Qual. - 2001. - V. 30. - P. 2091-2098.

Siess M.-H., Le Bon A.-M., Canivenc-Lavier M.-C., Suschetet M. Modification of hepatic drug-
metabolizing enzymes in rats treated with alkyl sulfides // Cancer Lett. - 1997. - V. 120(2).
- P. 195-201.

Singh S.P., Montgomery B.L. Determining cell shape: adaptive regulation of cyanobacterial
cellular differentiation and morphology // Trends Microbiol. - 2011. - V. 19. - P. 278-285.

Smith R.J., Hobson S., Ellis I. R. The effect of abscisic acid on calcium-mediated regulation of
heterocyst frequency and nitrogenase activity in Nostoc 6720 // New Phytol. - 1987. - V.
105. - P. 543-549.

Smolander A., Ketola R.A., Kotiaho T., Kanerva S., Suominen K., Kitunen V Volatile
monoterpenes in soil atmosphere under birch and conifers: effects on soil N
transformations // Soil Biol. Biochem. - 2006. - V. 38. - P. 3436-3442.

Sneh B., Dupler M., Elad Y., Baker R. Chlamydospore germination of Fusarium oxysporum f. sp.
cucumerinum as affected by fluorescent and lytic bacteria from a Fusarium-suppressive
soil // Phytopathology. - 1984. - V. 74. - P.1115-1124.

Sneh B., Jabaji-Hare S., Neate S.M., Dijst G. Rhizoctonia species: taxonomy, molecular biology,
ecology; pathology and disease control // Dordrecht, the Netherlands: Kluwer Academic
Publishers, 1996.

Spacil Z., Eriksson J., Jonasson S., et al. Analytical protocol for identification of BMAA and DAB
in biological samples // Analyst. - 2009. - V. 135. - P. 127-132.

Spencer P.S., Nunn P.B., Hugon J., et al. Guam amyotrophic lateral sclerosis-parkinsonism-
dementia linked to a plant excitant neurotoxin // Science. - 1987. - V. 237(4814). - P. 517-
522.

Stahl P.D., Parkin T.B. Microbial production of volatile organic compounds in soil microcosms //
Soil Sci. Soc. Am. J. - 1976. - V. 60. - P. 821-828.

Stacey G., Van Baalen C., Tabita F.R. Isolation and characterization of a marine Anabaena sp.
capable of rapid growth on molecular nitrogen // Arch. Microbiol. - 1977. - V. 114. - P.
197-201.


javascript:AL_get(this,%20'jour',%20'Cancer%20Lett.');

168

Steeghs M., Bais H.P., de Gouw J., et al. Proton-transfer-reaction mass spectrometry as a new tool
for real time analysis of root-secreted volatile organic compounds in Arabidopsis // Plant
Physiol. - 2004. - V. 135. - P. 47-58.

Stiernagle T. Maintenance of Caenorhabditis elegans // WormBook. - 2006. - V. 11. - P. 1-11.

Stotzky G., Schenck S. Volatile organic compounds and microorganisms // CRC Crit. Rev.
Microbiol. - 1976. - V. 4. - P. 333-382.

Svercel M., Duffy B., Défago G. PCR amplification of hydrogen cyanide biosynthetic locus
hcnAB in Pseudomonas spp. // J. Microbiol. Methods. - 2007. - V. 70. - P. 209-213.
Tanigawa R., Shirokane M., Maeda S., et al. Transcriptional activation of NtcA-dependent
promoters of Synechococcus sp. PCC 7942 by 2-oxoglutarate in vitro // Proc. Natl. Acad.

Sci USA. - 2002. - V. 99(7). - P. 4251-4255.

Tapia M.I., Ochoa de Alda J.A.G., LIlama M.J., Serra J.L. Changes in intracellular amino acids
and organic acids induced by nitrogen starvation and nitrate or ammonium resupply in the
cyanobacterium Phormidium laminosum // Planta. - 1996. - V. 198. - P. 526-531.

Tegeder M., Rentsch D. Uptake and partitioning of amino acids and peptides // Mol. Plant. - 2010.
- V. 3(6). - P. 997-1011.

Tegeder M. Transporters for amino acids in plant cells: some functions and many unknowns //
Curr. Opin. Plant. Biol. - 2012. - V. 15(3). - P. 315-321.

Thamatrakoln K., Korenovska O., Niheu A.K., Bidle K.D. Whole-genome expression analysis
reveals a role for death-related genes in stress acclimation of the diatom Thalassiosira
pseudonana // Environ. Microbiol. - 2012. - V. 14(1). - P. 67-81.

Thiel T. Nitrogen Fixation in Heterocyst-Forming Cyanobacteria // Genetics and Regulation of
Nitrogen Fixation in Free-Living Bacteria / edited by Klipp W., Masepohl B., Gallon J. R.,
Newton W. E. - Dordrecht, Netherlands: Kluwer Academic Publishers, 2005. - V. 2. - P.
73-111.

Thomas J., Meeks J.C., Wolk C. P., et al. Formation of glutamine from [**N]Jammonia,
[**N]dinitrogen, and [**C]glutamate by heterocysts isolated from Anabaena cylindrical //
J. Bacteriol. - 1977. - V. 129. - P. 1545-1555.

Thomas P., Delaville F. The use of fluorescent indicators for measurements of cytosolic-free
calcium concentrations in cell populations and single cells // Cellular calcium—a practical
approach / edited by McCormack J.G., Cobbold P.H. - Oxford, New York, Tokyo: Oxford
University Press., 1991. - P. 1-54.

Timmusk S., Nicander B., Granhall U., Tillberg, E. Cytokinin production by Paenibacillus
polymyxa // Soil Biol. Biochem. - 1999. - V. 31. - P. 1847-1852.



169

Tisa L.S., Adler J. Cytoplasmic free-Ca?* level rises with repellents and falls with attractants in
Escherichia coli chemotaxis // Proc. Natl. Acad. Sci USA. - 1995. - V. 92(23). - P. 10777-
10781.

Torrecilla 1., Leganés F., Bonilla I., Fernandez-Pinas F. Use of recombinant acquorin to study
calcium homeostasis and monitor calcium transients in response to heat and cold shock in
cyanobacteria // Plant Physiol. - 2000. - V. 123(1). - P. 161-176.

Torrecilla I., Leganés F., Bonilla I., Fernandez-Pifias F. A calcium signal is involved in heterocyst
differentiation in the cyanobacterium Anabaena sp. PCC 7120 // Microbiology. - 2004. -
V. 150(11). - P. 3731-3739.

Tumer N. E., Robinson S. J., Haselkorn R. Different promoters for the Anabaena glutamine
synthetase gene during growth using molecular or fixed nitrogen // Nature (London). -
1983. - V. 306. - P. 337-342.

Uehara T., Park J.T. Peptidoglycan Recycling // EcoSal. Plus. 2008. V. 3(1). doi:
10.1128/ecosalplus.4.7.1.5.

Valladares A., Montesinos M.L., Herrero A., Flores E. An ABC-type, high-affinity urea permease
identified in cyanobacteria // Mol. Microbiol. - 2002. - V. 43(3). - P. 703-715.

Van Loon L.C. Induced resistance in plants and the role of pathogenesis-related proteins // Eur. J.
Plant Pathol. - 1997. - V. 103. - P. 753-765.

Van Peer R., Niemann G. J., Schippers B. Induced resistance and phytoalexin accumulation in
biological control of Fusarium wilt of carnation by Pseudomonas sp. strain WCS417r //
Phytopathology. - 1991. - V. 91. - P. 728-734.

Vardi A., Eisenstadt D., Murik O., et al. Synchronization of cell death in a dinoflagellate
population is mediated by an excreted thiol protease // Environ. Microbiol. - 2007. - V. -
9(2). - P. 360-369.

Vazquez-Bermudez M.F., Herrero A., Flores E. Uptake of 2-oxoglutarate in Synechococcus strains
transformed with the Escherichia coli kgtP gene // J. Bacteriol. - 2000. - V. 182(1). - P.
211-215.

Vazquez-Bermudez M.F., Herrero A., Flores E. 2-Oxoglutarate increases the binding affinity of
the NtcA (nitrogen control) transcription factor for the Synechococcus glnA promoter. -
FEBS Lett. - 2002a. - V. 512(1-3). - P. 71-74.

Vazquez-Bermudez M.F., Paz-Yepes J., Herrero A., Flores E. The NtcA-activated amtl gene
encodes a permease required for uptake of low concentrations of ammonium in the
cyanobacterium Synechococcus sp. PCC 7942 // Microbiology. - 2002b. - V. 148(3). - P.
861-869.



170

Vega-Palas M.A., Maduefio F., Herrero A., Flores E. Identification and cloning of a regulatory
gene for nitrogen assimilation in the cyanobacterium Synechococcus sp. strain PCC 7942
/1 J. Bacteriol. - 1990. - V. 172(2). - P. 643-647.

Vega-Palas M.A., Flores E., Herrero A. NtcA, a global nitrogen regulator from the cyanobacterium
Synechococcus that belongs to the Crp family of bacterial regulators // Mol. Microbiol. -
1992. - V. 6(13). - P.1853-1859.

Vega A., Bell E.A. a-Amino-b-methylaminopropionic acid, a new amino acid from seeds of Cycas
circinalis // Phytochemistry. - 1967. - V. 6. - P. 759-762

Veselova M., Kholmeckaya M., Klein S., et al. Production of N-acylhonoserine lactone signal
molecules by gram-negative soil-borne and plant-associated bacteria // Folia Microbiol. -
2003. - V. 48. - P. 794-798.

Veselova M.A., Lipasova V.A., Astaurova O.B., et al. Quorum-sensing regulation in soil
Pseudomonas // Microbiology. - 2006. - V. 75(4). - P. 398-400.

Veselova M., Lipasova V., M.A. et al. GacS-dependent regulation of enzymic and antifungal
activities and synthesis of N-acylhomoserine lactones in rhizospheric strain Pseudomonas
chlororaphis 449 // Folia Microbiologica. - 2009. - V. 54(5). - P. 401-408.

Vespermann A., Kai M., Piechulla B. Rhizobacterial Volatiles Affect the Growth of Fungi and
Arabidopsis thaliana // Appl. Environ. Microbiol. - 2007. - V. 73(17). - P. 5639-5641.

Vintila S., EI-Shehawy R. Ammonium ions inhibit nitrogen fixation but do not affect heterocyst
frequency in the bloom-forming cyanobacterium Nodularia spumigena strain AV1 //
Microbiology. - 2007. - V. 153(11). - P. 3704-3712.

Voisard C., Keel C., Haas D., Défago G., Cyanide production by Pseudomonas fluorescens helps
suppress black root rot of tobacco under gnotobiotic conditions // EMBO J. - 1989. - V. 8.
- P. 351-358.

Vranova V., Rejsek K., Skene K.R., Formanek P. Non-protein amino acids: plant, soil and
ecosystem interactions // Plant and Soil. - 2011. - V. 342(1). - P. 31-48.

Walker T.S., Bais H.P., Grotewold E., Vivanco M.J. Update on root exudation and rhizosphere
biology // Plant Physiol. - 2003. - V. 132. - P. 44-51.

Walsby A.E. Cyanobacterial heterocysts: terminal pores proposed as sites of gas exchange //
Trends Microbiol. - 2007. - V. 15. - P. 340-349.

Wang X., Ahearn D.G. Effect of bacteria on survival and growth of Acanthamoeba castellanii //
Curr. Microbiol. - 1997. - V. 34. - P. 212-215.

Wasserkort R., Koller T. Screening toxic effects of volatile organic compounds using Drosophila
melanogaster // J. Appl. Toxicol. - 1998. - V. 17. - P. 119-125.


http://elibrary.ru/author_items.asp?authorid=124905&authorhash=%D0%92%D0%B5%D1%81%D0%B5%D0%BB%D0%BE%D0%B2%D0%B0+%D0%9C+%D0%90
http://elibrary.ru/issues.asp?id=1807&selid=578739
http://www.springerlink.com/content/120945/?p=8852ef61ac0c4b5a8826a3ef90939d9b&pi=0
http://www.springerlink.com/content/g50u51w27310/?p=8852ef61ac0c4b5a8826a3ef90939d9b&pi=0

171

Wattenberg L.W. Chemoprevention of carcinogenesis by minor non-nutrient constituents of diet
// Food, Nutrition and Chemical Toxicity / Edited by Parke D.V., loannides C., Walker R.
- London, UK: Smith-Gordon, 1993. - P. 287-300.

Webb D.J., Burnison B.K., Trimbee A.M., Prepas E. E. Comparison of chlorophyll a extractions
with ethanol and dimethyl sulfoxide/acetone, and a concern about spectrophotometric
phaeopigment correction // Can. J. Fish. Aquat. Sci. - 1992. - V. 49(11). - P. 2331-2336.

Wei G., Kloepper J.W., Tuzun S. Induction of Systemic Resistance of Cucumber to Colletotrichum
orbiculare by Select Strains of Plant Growth-Promoting Rhizobacteria // Phytopathology.
-1991. - V. 81. - P. 1508-1512.

Wei T.F., Ramasubramanian T.S., Golden J.W. Anabaena sp. strain PCC 7120 ntcA gene required
for growth on nitrate and heterocyst development // J. Bacteriol. - 1994. - V. 176(15). - P.
4473-4482.

Weiss J.H., Choi D.W. Beta-N-methylamino-L-alanine neurotoxicity: requirement for bicarbonate
as a cofactor // Science. - 1988. — V. 241(4868). - P. 973-975.

Weiss J.H., Christine C.W., Choi D.W. Bicarbonate dependence of glutamate receptor activation
by beta-N-methylamino-L-alanine: channel recording and study with related compounds //
Neuron. - 1989. - V. 3(3). - P. 321-326.

Weiss J.H., Sensi S.L. Ca**-Zn?" permeable AMPA or kainate receptors: possible key factors in
selective neurodegeneration // Trends Neurosci. - 2000. - V. 23(8). - P. 365-371.

Weller D.M., Raaijmakers J.M., Gardener B.B., Tomashow L.S. Microbial populations
responsible for specific soil suppressiveness to plant pathogens // Annu. Rev. Phytopathol.
-2002. - V. 40. - P. 309-348.

Wheatley R.E. The consequences of volatile organic compound mediated bacterial and fungal
interactions // Antonie Van Leeuwenhoek. - 2002. - V. 81. - P. 357-364.

Whipps J.M. Microbial interaction and biocontrol in the rhizosphere // J. Exp. Bot. 2001. V. 52.
P. 487-511.

Whiteley, M., Parsek M. R., Greenberg E. P. Regulation of quorum sensing by RpoS in
Pseudomonas aeruginosa // J. Bacteriol. - 2000. - V. 182. - P. 4356-4360.

Wolk C.P., Austin S.M., Bortins J., Galonsky A. Autoradiographic localization of 13N after
fixation of 13N-labeled nitrogen gas by a heterocyst-forming blue-green alga // J. Cell Biol.
-1974. - V.61(2). - P. 440-453.

Wolk C.P., Ernst A., Elhai J. Heterocyst Metabolism and Development // The Molecular Biology
of Cyanobacteria / edited by Bryant, D.A. - Dordrecht, Netherlands: Kluwer Academic
Publishers, 1994. — P. 769-823.



172

Wong F.C., Meeks J.C. The hetF gene product is essential to heterocyst differentiation and affects
HetR function in the cyanobacterium Nostoc punctiforme // J. Bacteriol. - 2001. - V. 183(8).
- P. 2654-2661.

Wood N. B., Haselkorn R. Control of phycobiliprotein proteolysis and heterocyst differentiation
in Anabaena // J. Bacteriol. - 1980. - V. 141(3). - P. 1375-1385.

Wright S.J.L., Linton C.J., Edwards R.A. Isoamyl alcohol (3-methyl-I-butanol), a volatile anti-
cyanobacterial and phytotoxic product of some Bacillus spp. // Lett. Appl. Microbiol. -
1991. - V. 13. - P. 130-132.

Wright S.J.L., Thompson R.J. 1985. Bacillus volatiles antagonize cyanobacteria. FEMS
Microbiol. Lett. - 1985. - V. 30(3). - P. 263-267.

Xie X., Basile M., Mash D.C. Cerebral uptake and protein incorporation of cyanobacterial toxin
B-N-methylamino-L-alanine // Neuroreport. - 2013. - V. 24(14). - P. 779-784.

Xu X., Wolk C.P. Role for hetC in the transition to a non dividing state during heterocyst
differentiation in Anabaena sp // J. Bacteriol. - 2001. - V. 183(1). - P. 393-396.

Yemelyanov V.V., Shishova M.F., Chirkova T.V. et al. // Planta. 2011. V. 234(2). P. 271-280.

Yoon H.S., Golden J.W. Heterocyst pattern formation controlled by a diffusible peptide // Science.
-1998. - V. 282(5390). - P. 935-938.

Yoon H.S., Golden J.W. PatS and products of nitrogen fixation control heterocyst pattern. J.
Bacteriol. - 2001. - V. 183(8). - P. 2605-2613.

Zhang H., Kim M.-S., Krishnamachari V., et al. Rhizobacterial volatile emissions regulate auxin
homeostasis and cell expansion in Arabidopsis // Planta. - 2007. - V. 226. -nP. 839-851.

Zhang C.C., Laurent S., Sakr S., Peng L., Bédu S. Heterocyst differentiation and pattern formation
in cyanobacteria: a chorus of signals // Mol. Microbiol. - 2006. - V. 59(2). - P. 367-375.

Zhang Z., Pierson Il L.S. A second quorum-sensing system regulates cell surface properties but
not phenazine antibiotic production in Pseudomonas aureofaciens // Appl. Environ.
Microbiol. - 2001. - V. 67. - P. 4305-4315.

Zhang F.S., Treeby M., Romheld V., Marschner H. Mobilization of iron by phytosiderophores as
affected by other micronutrients // Plant Soil. - 1991. - V. 130. - P. 173-178.

Zhao M.X., Jiang Y.L., He Y.X,, et al. Structural basis for the allosteric control of the global
transcription factor NtcA by the nitrogen starvation signal 2-oxoglutarate // Proc. Natl.
Acad. Sci. USA. - 2010. - V. 107(28). - P. 12487-12492.

Zhao Y., Shi Y., Zhao W., et al. CcbP, a calcium-binding protein from Anabaena sp. PCC 7120,
provides evidence that calcium ions regulate heterocyst differentiation. Proc. Natl. Acad.
Sci. USA. - 2005. - V. 102(16). - P. 5744-5748.



173

Zhao J., Wolk C.P. Developmental Biology of Heterocysts // Myxobacteria: Multicellularity and
differentiation / edited by Whitworth D.E. - Washington, DC: ASM Press, 2008. - P. 397-
418.

Zhou T., Pauliz T.C. Induced resistance in the biocontrol of Pythium aphanidermatum by
Pseudomonas spp. on cucumber // J. Phytopathol. - 1994. - V. 142. - P. 1-63.

Zhou R., Wei X., Jiang N., et al. Evidence that HetR protein is an unusual serine-type protease //
Proc. Natl. Acad. Sci. USA. - 1998. - V. 95(9). - P. 4959-4963.

Zou C.-S., Mo M.-H., Gu Y .-Q., et al. Possible contributions of volatile-producing bacteria to soil
fungistasis // Soil Biol. Biochem. - 2007. - V. 39. - P. 2371-2379.



174
BJIATOJAPHOCTH

ABTOp  BBIpa)KaeT IJIyOOKyH0 CepAeuHyl OlaroJapHOCTb CBOEMY HAay4YHOMY
pykoBogutento 1.0.H. KokmapoBoit O.A. 3a BCECTOPOHHIOK IOMOIb, MYAPOE PYKOBOJCTBO,
O€ECILICHHBIE COBETHI, IOHUMAHUE U KOJOCCAIbHYIO MOJAECPKKY Ha IMPOTSKEHUU BCEX STAIOB
JUCCEPTAIMOHHON paboThl. ABTOp OT BCETO cepiia O0JaroJapuT pyKOBOIUTEINs jdaboparopuu
pPEryJsIuu dKcnpeccur TeHoB MukpoopranuzmMoB MMIT PAH mpod. n.6.H. Xmenr U.A. 3a
IIOCTOSIHHYIO TIOJJIEP’KKY, HEOLICHHMYIO IOMOILIb U ONTHUMM3M, a TakXke COTPYAHUKOB
naboparopuu k.0.H. 3aiinieBy 0. B., x.0.1. [Imrory B.A., JIumacory B.A, Hopkuny B.A., k.0.H.
BecenoBy M.A. 3a momoimb, BHAMaHuWE W TBOPYECKYIO arMocdepy B saboparopuu. 3a
IUI0/IOTBOPHYIO, MHTEPECHYIO COBMECTHYIO PabOTy B APYKECKOM 00CTaHOBKE, 100pO€ OTHOILIEHHE
U IIOMOILIb aBTOP UCKPEHHE Onarogaput cotpyaHukoB uHctutyra ['ocHUMreneruka npod. a.6.H.
MuponoBa A.C., k.0.H. Epemuny C.1O., KatkoBy-Xykonkyo O. A. U COTpYIHHKOB Kadeaps
ouodpuzuku MI'Y nmpod. 1.6.1. [Torocsna C.U., x.6.H. BoponoBy E.H., x.6.H. Kontoxosa 1.B.,
BonkoBy 3.B. ABrop BbIpaxaer OmaromapHocts npod. n.6.H. Yepuuny JI.C. (EBpelickuii
yHuBepcureT B Uepycanume, M3paniip) 3a ocyiecTBieHHE XpOMaTO-MacC-CIEKTPaMETPUIECKOTO
anamu3a, k.0.H. Kpasnosoii T.P. (buomornueckuit gpaxynsrer MI'Y) 3a moaiepxky u MoMoIb,
n.0.H. Illesamo E. B. (HUM ®Xb um. A.H.benosepckoro) 3a oOyueHue M HOMOLIb C
MuKpockonuel, k.X.H. Cemamko T.A. (PHKIL ¢pu3nko-xumMuueckoil MEIUIMHBI) 3a 00ydeHHe U
nomomis npu ocymectBienun [P B peansHom Bpemenu, beprmon JI. (CTokrombmckuii
yauBepcuteT, [lIBenust) n x.6.H. Koctunoit H.B. 3a moMomip nmpu n3mMepeHMH HUTPOreHA3HOU
aktuBHOCTH, JInunnOepr C. (Ctokronbmckuil yausepeutet, [lIsenns) u Lutpunoit A.A. (UBP um.
H.K. Konbuioa PAH) 3a momorips B mpoBeIeHHMH SKCIIEPUMEHTOB ¢ KanbliueM, Cronsapenko A. 1.
(UMI' PAH) 3a momois, MHTEpEC K TEME IUCCEPTAllMU M IIEHHbIE COBETHl. OTHETbHYIO
OyrarogapHOCTh aBTOp BhIpakaeT npod. Pacmyccen V. (Crokronsmckuii yauBepcurer, [1IBernst)
32 TMOCTOSHHYIO TOJAJEPKKY W TIOMOIIb BO Bpems paboTel aBTopa B (CTOKIOJIBMCKOM
YHHUBEPCUTETE.

ABTOp BBIpakaeT OrpoMHYI0 OaroapHocTs cBouM poautessiM [Tonosoit H.1O. u [Torosy
A.b. 3a m000Bb U HEOLIEHUMYIO NTOMOIIb, a Takxke 0nu3kuM I'poazenckomy FO.C., beikosoii FO.b.

u [11aObiHuHY A.A 32 HICKPEHHIOIO MOJIEPKKY.



