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BBEJAEHUE

AKTYaJbHOCTh TMP00aeMbl. DOTOCHHTE3UPYIOLIUE MypPIypPHBIE HECEpHbIE OaKTepHH
CIOCOOHBI HMCIIONB30BATh aleTaT U OyTHUpaT B KayecTBE UCTOYHMKA yriepona. Karabommsm 3Tux
cyOcTpaToB poucxoauT B Iukie TpukapOoHOBBIX KUCIOT (LITK), mpu stom maTepmenuatsr [[TK
3aTpauyrBaIOTCs HA OMOCHHTETHYECKUE HYX/IbI KJIETKU, U TpeOyeTcsl uX BocmoiHeHue. Jljis MHOTHX
MUKPOOPTaHU3MOB TaKHUM MEXaHU3MOM SIBISICTCS 2AUOKCULAMHBIN YUK, BKJIIOYAIOIIUNA [1Ba
depmenTa - nzonurpariauasy (EC: 4.1.3.1) u manarcuntazy (EC: 4.1.3.2). V MHorux ¢ororpodon
eme B 1960 r. OBLIO MPOIEMOHCTPUPOBAHO OTCYTCTBHE aKTUBHOCTH wu3ommrtpatiuasel (HMLLJT)
(Kornberg, Lascelles, 1960). B HemaBHee BpeMs OBUIO IMOKa3aHO, YTO IyPITypPHBIC HECEPHBIS
oakrepur Rhodospirillum rubrum, Rhodobacter sphaeroides, ne umeromue rema WIJI, moryr
UCIIOJIb30BaTh B KaYeCTBE albTEPHATHBHOTO MyTH yumpamaramusiti yuxa (Ivanovsky et al. 1997;
Filatova et al. 2005a), Oosee Toro, miIs IMOCACAHEH W3 HHUX IIOKa3aHa BO3MOKHOCTh
byukronupoBanus smurmanonun-KoA nymu (Alber et al. 2006).

CekBeHHpPOBaHKE MMOJHOTO T€HOMa IypIypHOI HecepHoi 6akrepun Rhodobacter capsulatus
MOKa3ano, 4To OakTepHs MMEET TeHbl M30LUTpaTiua3bl W ManatcuuTasbl (Strnad et al., 2010).
OnHako IUTEepaTypHbIC JaHHbIE OTHOCHTEIBHO (PYHKIIMOHHpOBaHHs 3Toro myTu B Rba. capsulatus
NPOTHBOPEYHBHI: HATMYNE aKTHBHOCTH 3THX ()epMEHTOB MOATBEPKICHO psiioM aBTOpoB (Kornberg,
Lascelles, 1960; Nielsen et al. 1979; Willison, 1988; Blasco, 1991), Toraa kak JpyruMu aBTOpaMH
aKTUBHOCTH He 0OHapyskeHa (Meister et al., 2005; Albers, Gottschalk, 1976). Takum o6pa3zom, myTu
meTabonu3ma anerara Rba. capsulatus ocratorcst HesiCHBIMHU.

Cremyer OTMETHTB, YTO yKa3aHHasi OaKTepusl SIBISCTCS aKTUBHBIM MPOIYIIEHTOM BOJIOpOJIA
U paccMaTpUBaeTCs B KaueCTBE 3J€MEHTa OMOTEXHOJOTHYECKUX CHCTEM IOJIy4eHHs BOJOpOJA Ha
ceery (LlpirankoB, XycHyTtauHoBa, 2015). ITockonbky Rba. capsulatus oTHocuTCs K aHOKCUTEHHBIM
dboTocuHTETHKAM, IS €€ pOocTa HEOOXOAUMO HaiIWyue Oo0Jieeé BOCCTAHOBJICHHBIX JIOHOPOB
AIIEKTPOHOB, Y€M BOJIa, HAIIPUMEP, OPTaHUYECKUX KHUCIOT. BaKHBIM MCTOYHHKOM TaKHUX KHCIIOT
SIBJISIFOTCSL TIPOJIYKTHI (hepMEHTAIMU yrieBoacoaepkamux orxonoB (Tekydesa, [{prankos 2012),
OJTHMM U3 KOTOPBIX sBjsieTcs arerar. [losTomy 3HaHue MeTabosim3Ma arerata y Rba. capsulatus
NO3BOJUT MOAUGDUIMPOBATH €€ MeTaloNu3M I CYIIECTBEHHOTO YBEJIWYEHUS CKOPOCTHU
BBIJICJICHUS] BOJIOPO/IA.

Heans u 3agaun ucciaenoBanus. llens paboTel 3akimoyanach B M3yYe€HHH OCOOCHHOCTEH
aCCUMIJIAIMK alleTaTa MyprypHOU HecepHoi Oaktepueii Rba. capsulatus mramm B10, kak depes
TJIMOKCUJIATHBIN IIIyHT, TaK W aJlbTEPHATHBHBIC IyTH BOCIOJIHEHUS IyJia IaBEIEeBOYKCYCHOM
kucnoTsl (LIIYK) B L[TK.

JInst TOCTHKEHUSI ATOU LIEJIH PEIIAIUCH CICAYIONIUE 3a1aUH:
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1) Omnpenenuty  (akToppl, BAMAOMIME Ha u3MepeHue akTuBHocTH UIJI B
OeckieTouHbIX 9KcTpakTax Rba. capsulatus B10.

2) W3yunts BiusiHUE (HU3MOIOTUYECKOTO COCTOSIHHS KyJNbTyphl Ha akTuBHOCTH MU y
Rba. capsulatus B10.

3) C mpuMeHEHHEeM [OCTYMHBIX 0a3 MaHHBIX, COJACp)KAIIMX TMOJNHBIA TreHoM Rba.
capsulatus, a Takke pe3yJabTaThl TPAaHCKPUIITOMHOTO aHAJIW3a, HICHTU(PHUIUPOBATH T'CHBI,
BOBJICUCHHBIE B arleTaTHbIi Mertabonu3M Rba. capsulatus B10, u BbISBUTH aKTHUBHBIC ITyTH
BocnoiaHeHus myna LYK,

Hayuynas HoBu3Ha pa6ortwl. [lokazano, uro MIIJI B Oeckierouynbix sKkcTpakTax Rba.
capsulatus B10 mnoaBepkeHa MPOTEOIM3Y, KOTOPBI MOXHO NPEAOTBPATUTH JJT00aBICHHEM
UHTHUOUTOPOB MPOTEA3.

BriepBrie coOpaHa u cucTemMaTu3upoBaHa HHGpopMalMs O QepMeHTax-aHalIorax s
M3BECTHBIX M HOBBIX IyTed BocmosiHeHus myna LYK B HTK, ornmnuaromuxcs, B TOM YHCIE,
CHEU(PUUHOCTHIO K Pa3IMYHBIM SHAaHTHOMEpaM CyOCTpaTOB.

Ha ocHoBe coOpanHO# HHpOpMAIH cO3/laHa YHUBEpCcallbHas MeTaboIueckas cxema myTei
BocrniosiHeHus nyJa YK B LITK y nmpokapuor.

[IpoBeneHHbIN aHAINU3 MMOKa3ajl, YTO PAHEE MU3BECTHBIE M HOBBIE IyTH BOCIOJHEHUS IIyja
YK wnmeror kak oOmuye, Tak W BapuaOelbHBICE YYaCTKH, a TaKXke, YTOo OOpa3oBaHHE
untepmenuatoB L{TK npoucxoaur uepe3 craanio oOpa3oBaHMs YETHIPEX OCHOBHBIX METaOOIHTOB
(rmuokcunara, npomuoHmwi-KoA, ®EIl u [IBK). YuurteiBas oOHapyKeHHBIE 3aKOHOMEPHOCTH,
BIIEPBBIC OCYIIECTBICHA KJIacCH(HKAIMS ITHX MyTeH 1Mo o0pa3yeMoMy B HHUX METaOONHTY, depes
KoTOphIil mporcxoaut BocnosiHeHue myna YK u npenmectsennukos LYK B I[TK.

Omnpeneneno Hanuuue y Rba. capsulatus renos, xomupyronmx (hepMeHTbI, HEOOXOIUMBIC
i (pyHKIMoHMpoBaHus myTted BocmonmHenus nyna LYK B HTK. Ilokasano, uyto npu
dororpohHOM pocTe Ha areraTe B aHa’poOHBIX ycioBusx y Rba. capsulatus cunrtesmpyrorcs
TPAHCKPUIITBI TE€HOB, HEOOXOAMMBIX A (PYHKUMOHHUPOBAHUS TIJIMOKCHIJIATHOTO IMKJA, LMKIA
KanbBuHa-beHcona, a Taxke myTu mpeoOpazoBanus nupysata/dochoenonmupysara ([IBK/DEIT)
C3-kapbokcunupyrouMu ¢pepMenTamu (nupyBatkapOokcunazoi, OEIN-kapbokcuknHazoil, AByMs
MaJIMK-(pepMeHTaMt). DTHIMANOHUI-KOA myTh akTHUBEH Ha TPAHCKPUIIIMOHHOM YpPOBHE, HO
BMecTo  ameroaneTwii-KoA — penaykrassl  (QyHKIMOHHPYIOT — ajJbTePHATUBHBIE  (DEPMEHTHI,
KaTaJIU3UPYIOIINE CUHTE3 KpOTOHUI-KOA.

Obuapyxeno, uyto y Rba. capsulatus wmeroTcs TpaHCKPUOTBI TEHOB, KOTUPYIOMIMX
dbepMeHThI, HeoOXoAauMble sl 00pa3oBaHMS TIIMOKCHIATA 3a CYET OKCUTCHA3HOW aKTHBHOCTHU

PY6I/ICKO. Y‘-II/ITI)IBafl, 4yTO B aHaE)pO6HBIX YCIOBUAX OTOT IIyTb HE AKTUBCH, BBLICKA3bIBACTCSA
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MPEOJIOKEHNE, YTO OH BaXKEH B CIy4yae KPaTKOBPEMEHHOTO IMONaJaHus MypPIypHbIX OakTepuil B
a’pOOHBIE YCIOBUS JUIsl YCUJICHUS IBIXaHUS U 3aIUTHI (HOTOCHHTETHUECKOTO anmnapara.

HayuHo-npakTnyeckoe 3HauyeHue padothl. Co3maHHas MeTabonuyeckas cxema IyTel
BocnojHeHUs1 myna uHTepMenuaroB L[TK mpu pocre ¢ wucnonb3oBaHueM arerata SBISETCA
YHUBEpCAJILHOU (HE CBsI3aHA C META0OIM3MOM KaKOH-TO KOHKPETHOU OaKTepuu) 1, B COBOKYITHOCTH
C JaHHbIMH O (epMmMeHTax-aHaorax (MPeICTaBiICHbl B TEKCT€ U TaOIHIAX), MOXET CIYKUTh
nepBUYHON MHGpOpManuend A u3ydeHUs MeTadoinu3Ma arerara y MpOKapHOT, OTHOCAIIUXCS K
pa3IMYHBIM CUCTEMATUYECKUM TPYTIIaM.

[MonyveHHble JgaHHBIE O TMyTAX, JISTEPMUHHPOBAaHHBIX TreHomoMm Rba. capsulatus,
CYIIECTBEHHO JOMOJHSIOT HMMEIoIIMecs MeTadoInYecKue CXeMbl acCCUMMIISIIUU aleraTa AITou
OaKTepuu, KOTOPHIE HCIONB30BAUCH MJSl CO3JAaHUS MAaTeMaTHYECKUX IOTOKOBBIX MOJeNen
aHa’poOHOro MeTabonm3ma y Oaxrepuid pona Rhodobacter (I'omombicoBa, MBanos, 2011), uro
MIO3BOJIMT IPOTHO3MPOBATH BIMSHUE PA3IHUHBIX (DAKTOPOB BHEUTHEH Cpe/bl HA POCT.

3HaHue ocoOeHHOCTEH MeTaboam3Ma aretara Rba. capsulatus mossossieT mpeackasarsb psijg
Monudukanuii reHoMa JaHHOW OaKTepuu, KOTOPbIE MOTYT TIPUBECTH K IOBBILICHUIO
s dekTuBHOCTH TpeoOpa3oBaHUs arerara B BOAOPOJ (OAMH W3 BUAOB IKOJOTHYECKH YUCTOTO
HYHEPrOHOCUTEIIS) WIH YBEIMUEHUIO IIPOU3BOIUTEIILHOCTH JTAaHHOU OaxTepueit
MOJINTUPOKCHATKAHOATOB (OnoaerpagabebHbIX IJIACTUKOB).

Anpobanusi pa6orbl. Pe3ynpTaThl paboThl ObUTHM TpEACTaBIEHBI Ha: MeEXTyHApOIHOM
BcTpeue «Photosynthesis in the post-genomic era: structure and function of photosystems»
(IMymmuo, Poccus, 2006); 11-o#f u 14-oit mexayHapoaHbIX [TyIIMHCKUX MIKOJIaX-KOH(EPESHIUIX
MOJI0BIX yueHbIx «buomorus - mayka XXI Bekay (ITymmuo, Poccus, 2007; 2010); Cummnosunyme-
koHpepeHnu  «CoBpeMeHHbIE MpoOJNeMbl  (U3UONOTHM, JKOJIOTHH ¢ OHOTEXHOJIOTUU
MukpoopranusmoB» (MockBa, Poccus, 2009); 5-om BcepoccuiickoM cummnosuyme c
MEXIyHapOAHBIM ydyacTueM «ABTOTpodHbIE MUKpoopranu3mel» (Mocksa, Poccus, 2015); lkone-
KOH(epeHIIMH MOJIOJBIX YUeHbIX Ha 0aze MHcTHTyTa hyHIaMEHTAIBHBIX MpobieM O6uonoruu PAH
«buocucrema: ot Teopun k npaktuke» (Ilymuno, Poccus, 2013); MexxayHapoaHoii KoHGEpeHInn
MOJIOJBIX yUEHBIX «DKCIepUMEHTaNbHas U TeopeTudeckas ouodusuka» (Ilymmuno, Poccus, 2013);
MexnayHaponHoit koHdepeHimn «M3ydeHne QoTocMHTE3a Ui YCTOWYMBOTO  Pa3BHTHUS
(«Photosynthesis Research for Sustainability» (ITymrao, Poccus, 2016), 1-om Poccuiickom
Muxkpoobuonoruueckom Konrpecce (ITyuruno, 2017).

Pabota BrinonHeHa npu GpuHaHcoBo# nopaepkke PH® (rpant Ne 15-14-30007).

yoaukanuu. Ilo Martepuanam  guccepraiil B PELEH3UPYEMBIX  U3JIAHUSX,

pekomennoBanHbIXx BAK P®, omybnukoBansr 2 ctathu. OmyOaukoBaHo 9 TE3MCOB JOKIAIOB Ha
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POCCUICKUX ¥ MEXITyHAPOJHBIX KOH(PEPEHIHIX.

Crpykrypa amccepranmu. JluccepranuoHHas pa0oTa COCTOMT M3 BBEJEHHA, 0030pa
JUTEPATyphl, ONMUCAHUSI OOBEKTOB M METOJIOB HCCIEIOBAHMS, a TAKXKe Pa3eioB, TJE H3JI0KEHBI
pe3ynbTathl U uX oocyxkaeHue. PaboTa BKItOYaeT BBIBOJbI U CIMCOK HCIOIb30BAaHHON JIUTEPATYPHI

u3 288 ncroununkoB. Pabora n3noxena Ha 132 ctpanumax, conepxkut 21 pucyHok u 12 taGmuil.
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1. OB30P JIMTEPATYPbBI

1.1. CucremaTuueckoe moJioskenue Rba. capsulatus.

Ilo xmaccudukanuu, OCHOBaHHOW Ha pesynbratax aHanmza 16S pPHK wu apyrux
MOJICKIISIPHO-OMOJIOTMYECKUX HMCCIICAOBaHMUM, I11apcTBO (moMeH) Bacteria pasgeneno Ha psn

¢unymoB (tumnos) (http://www.bacterio.net/-classifphyla.html). ®ororpodusie mpeacraBuTeIN

NPUCYTCTBYIOT B HECKOJIBKMX M3 HUX. [lyprmypHbie OakTepuu U adpoOHbBIC 0AKTEPUOXJIOPOPHILT a-
obpasyromnie (ororpodHbie OakTepuu BKIOUEHBI B ¢uiaym Proteobacteria, 3enéubsie HecepHbie
OakTepuy (HUTYATHIC aHOKCHTeHHBIE (oToTpodHBIe OakTepun) - B ¢mrym Chloroflexi, 3enensie
cepobakrepuu - B ¢puaym Chlorobi, rennobakrepun (puaym Firmicutes), kanaumar B ceMeicTBO
Acidobacterium aspo6ubIx dororpodusix  Oakrepuit — Chloracidobacterium thermophilum
(Bryant, et al., 2007) (bunym Acidobacteria) u nnanobakrepun (Gpuaym Cyanobacteria).
[MyprypHble OaKkTEepu¥, OCYIICCTBISIOIINE AHOKCHI'CHHBIH (OTOCHMHTE3, HAa OCHOBaHHUHU
CIIOCOOHOCTH OKHCJIATH CEPOBOJOPOJ] M HAKAIUIMBATh TPH 3TOM cCepy OBUIM MOJpa3/ieiCHbI
“myprypHbIe HECEpHBIC OakTepuu” W “IypIypHBbIE cepHbIe OakTepun”’. B manpHEiIeM mypriypHbIe
Oakrepuu ObLIM MOIpa3aeneHbl Ha Tpu cemeiictBa: Rhodospirillaceae, Chromatiaceae wu
Ectothiorhodospiraceae. K nepBoMy cemMeiicTBY OTHECEHBI BCE IypITypHBIC HECEPHBIC OaKTEPHUH.
dunym Proteobacteria mompasmensiercs Ha 7 kimaccoB:  Alphaproteobacteria,
Betaproteobacteria,  Deltaproteobacteria,  Epsilonproteobacteria, = Gammaproteobacteria,
Oligoflexia u Zetaproteobacteria. Bosbiias 9acTh HCCIEIOBAHHBIX MyPIYPHBIX HECEPHBIX
Oaktepuii otHocsTcs kK Alphaproteobacteria (mopsimox Rhizobiales (cemeiicta Bradyrhizobiaceae,
Rhodobiaceae), mopsaok  Rhodobacterales  (cemeiictBo  Rhodobacteraceae), mopsmox
Rhodospirillales (cemeiicteo Rhodospirillaceae) wu nuis wacts mpeacTaBUTENHE OTHECEHBI K
Betaproteobacteria  (mopsimox  Burkholderiales wu mopsimoxk  Rhodocyclales  (cemeiictBo
Rhodocyclaceae).  IlpeacraButenu  MypoypHBIX ~ CEpPHBIX ~ OaKTepuil  BKIIOYEHBI B
Gammaproteobacteria. B cootBeTcTBUM € 3TO# KiaccH(pUKAIMCH CHCTEMAaTHYECKOE MOIOKECHUE
Bumga Rhodobacter capsulatus semrmsaur ciaemyromum obpasom: IlapctBo Bacteria, dunym
Proteobacteria, Kmacc  Alphaproteobacteria, Ilopsmok  Rhodobacterales, CewmeiictBo

Rhodobacteraceae, Pox Rhodobacter, Bux Rhodobacter capsulatus.

1.2. O0mas XxapakTepHCTHKa W (PHU3HMOJIOTHSI NYPIYPHBIX HECePHBIX OaKTepHii.
OranuntenbHble ocobenHocTu Rba. capsulatus.
[IpencraBurenu  myprmypHBIX — OakTepwii  SIBISIOTCS  OJHOKJIETOYHBIMH  ['pam-

OTpULIATENIbHBIMH OpraHU3MaMH, pa3Mepbl KOTOPBIX cocTaBistoT 1-20 MkM B juinHy U 0,3-6 MKM B
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mmpruHy. OCHOBHBIM CIIOCOOOM Pa3MHOKEHUS Iy PITypHBIX OaKTepHid sIBIseTCsS OMHAPHOE JICJICHHE
(HEKOTOpBIE BUIBI PA3MHOXKAIOTCS TIOYKOBAHHEM ).

Jns mpencraButeneir poxa Rhodobacter xapaktepHbl OBaibHBIC WM TaJOYKOBUIHBIC
wietku auamerpom 0,5-1,2 mxm. Cpeau HuUX uMmeroTcsi kak moasrkHbie (Rba. capsulatus), Tak u
HeroABIKHBIE (hopmbl. [ToaBIKHBIE (hOPMBI HMEIOT TOJISIPHBIC XI'yTHKU. bakTepun manHOTO pozaa
MOTyT 00pa30BbIBaTh Kancyibl U cin3b. KiteTkn HekoTophix BHIOB poaa Rhodobacter moryt He
pacxoauThes TOCIe JeNieHns1, 00pasys nenodku kietok (Ompenenurens O6akrepuit bepmxu, 1997)
WIN arperatbl M3 KIETOK, OOBEAMHEHHBIC BBIIEICHHOW B OKpY’XKAIOUIyI0 cpeay ciusbio. Kak
NPaBUJIO, 9TO HAOIIONAETCS B YCIOBHUSIX BO3JICHCTBHS HEOIArompHsATHBIX pOocTOBBIX (hakTopoB (pH
cpenbl, N30BITOYHOE OCBEUICHUE KIIETOK, BEICOKHE KOHIIEHTPAIU OPTaHUMYECKUX KUCIIOT B CPEe U
T..). [Ipu HacTymieHuH ONAroNMpUSATHBIX YCIOBHIl pocTa Takhe KyJbTypbl, Hampumep, Rba.
capsulatus B10, BHOBb CTaHOBSTCS OJHOPOIHBIMH, COCTOSIIMMH K3 OTICIBHBIX KieTok. Rba.
capsulatus ckimonHbl GOpMHUPOBATH IEMTOYKH KJICTOK HAMHOTO Oosibiie, ueM y Rba. sphaeroides mmu
Rps. gelatinosus (Weaver et al., 1975). V GonbInrHCTBa PACCMOTPEHHBIX aBTOpaMHu mrTaMMoB Rba.
capsulatus Habmromanace "3ursarooOpasHoe” pPacroNOKEHHE KIETOK B IemaX (Kak MpaBuiio, B
CTaloHapHOH (aze pocTa KyJIbTypbl HA MUHEpAIbHOU cpene mpu PH okomo 8.5), crmoco6HOCTh K
00pa30BaHUIO IETIeH 3aBHCENa OT COCTaBa MUTATEIILHON Cpellbl. Y HEKOTOPHIX MIAMMOB KJIETOYHBIC
ICTIOYKH OBLIH MPSIMBIMH HIJTH «IIOJABMKHBIMEUY, a He 3ur3aroodpasusiMu. Y Rba. capsulatus B10 na
CHHTETHYECKOW cpejie Halmoanach «3ur3arooopasHasy, a Ha MenToH-APOXIKEBOI cpeae — mpsamast
dopma nenu kinetok (Weaver et al., 1975).

bakrepun poga Rhodobacter pasmuoxarorcs mytem Ounaproro neneHus. Kpome toro, s
OONBIIMHCTBA TPHPOAHBIX IITaMMOB Rba. capsulatus mokazaHa BO3MOXHOCTh TOPHU30HTAIBEHOTO
HepeHoca reHeTHYeCKOoi HH(POPMALUK ¢ y4acTHeM (arornoJOOHBIX YaCTHLl, HA3bIBAEMBIX areHTaMH
IepeHoca IeHOB, KOTOpbIe HE MPOSIBIAIOT BUPYJIECHTHOCTH IO OTHOIICHUIO K JPYTMM BHJAAM
nyprnypHbix Oaxtepuii (Marrs, 1974; Weaver et al., 1975; Lang, Beatty, 2001). Otu 4acTuIisl
UMEIOT «TOJOBKY» auameTpoM 30 HM ¢ KOPOTKHMMH BBICTyHaMu M «XBocT» (miauHOM 30-50 HM H
auametpoM 6 HM) ¢ oTrpoctkamu u deximkoM (Yen et al. 1979). Oum coxmepkaT TOJIBKO
xpomocomuyto JIHK Gakrepun-monopa minHON 0K010 4,5 THICSY IMap OCHOBAHHIA.

OnTumalibHas TeMIeparypa JJis pocTa OOJNBIIUHCTBA MyPIYPHBIX HecepHBIX Oaktepuii 30-
32°C. WckmoueHne COCTABISIOT BHIbI, BELICNCHHBIC M3 TEPMANBHBIX MCTOYHHKOB, MMEIOIIHC
TemmepatypHsiii ontumym 40-50°C (Toprenko u ap., 1985; Resnick, Madigan, 1989; Favinger et
al., 1989; Statwald-Demchick et al., 1990), a Takxe n3 MUKpOOHBIX MAaTOB aHTAPKTHYECKOTO 03€pa,
uMeromme Temmeparypusiii ontumym 18°C (Sattley, Madigan, 2006). OnTuMainbHas Temieparypa

JuIs1 pocTa npezcrasureneit poga Rhodobacter 25-35°C (Onpenenurens Gaxrepuii Bepmwku, 1997).
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BOBIIMHCTBO MypHypHBIX HECEPHBIX OAKTEPHl MMEIOT ONTUMYM pPOCTa B HEHUTpaIbHOU
obmnactu pH — ot 6.8 10 7.2. ToabKko TpU MUKpOOpranu3Ma, npuHayiexanie k 1sym pogam [THCB,
UMEIOT ONTHMYM pocTa Npu MoHmkeHHbIX 3HaueHusx pH. Rhodoblastus acidophilus (panee
Rhodopseudomonas acidophila) umeer pH ontumym 5,8 en. (Pfennig, 1969). pH ontumym
Rhodoblastus sphagnolica okomo 5,2-5,5 en. (Kulichevskaya et al., 2006; Medova, 2013). Jlas
Rhodopila globiformis (Pfennig, 1974; Madigan, 2003) pH-ontumym HaxomuTcs B auarnasoHe 4,8-
5,6 ed. u 3aBUCHUT OT yriiepogHoro cyoctpara. Jluanazon pH cpensl, mpu KOTOPOM COXpaHsSETCs
MaKcUMalibHasi CKopocTh pocta Rba. capsulatus, cocraBnsier 6,6-7,6 en. (L{pirankos u ap. 1982).

[lypnypHble HecepHbIe OAKTEPHH MPEAIOYUTAIOT OOTaThle OPraHUKOW BOJBI M OOJIOTHUCTHIE
MOYBBI, IPU ATOM PEAKO 00pa3yIoT CKOIUJICHHUS, MPUAAIOIINe BoAe OKpacKy. MlHoraa pa3BuBatoTcs B
npUOPEKHBIX MOPCKUX BoJax. Ps mpeacraBureneil XapakTepusyercs POCTOM TpU HaJIUYUU
HEKOTOPOW COJICHOCTH Cpelbl, KOTopas MOXeT KonebaThcsi oT mpecHoi Boabl 10 20% NaCl
(Imhoff, 2001). ¥ Rba. capsulatus orcyrctByer morpebHocts B mpucytctBuu NaCl B cpeme
(Onpenenurens O6akrepuii bepmxu, 1997).

[TypriypHble HecepHble OaKTepHUH HUMEIOT IIUPOKHE MeTaboinuecKue BO3MOKHOCTH: OHH
CHOCOOHBI pacTH Ha CBETYy W B TEMHOTE, B aHA’3pOOHBIX M a’pOOHBIX YCIOBHAX, OCYIIECTBIISSA
pasHble dHEpreTuveckue npouecchl (GoTocuHTE3, aHa3pOOHOE M a’poOHOe AbixaHue). [Ipu sTOM
OHM MOTYT BeCTH ceOs Kak aBTOTpOMBl M Kak TreTrepoTpodbl, OCYIIECTBIAS (HUKCAIUIO
MOJIEKYJISIPHOTO a30Ta B OTCYTCTBHUE CBSI3aHHBIX (hOPM a30Ta.

1.2.1. PocT Ha cBeTy B aHAIPOOHBIX YCJIOBHAX.

[MyprypHble HecepHble OaKTepUH CIHOCOOHBI K aHOKCHTeHHOMY (oTocuHTe3y (mporecc,
nporekaromuii 0e3 BoimenieHus O) 3a cueT Hanu4Hs (OTOCHCTEMBbI BTOpOro TUma. B pesysbraTe
3TOTO MpoIlecca MPOUCXOTUT Mpeodpa3oBaHUE U 3allaCaHUE YHEPTHH CBETA B SHEPTUI0 XUMUYECKOM
cBsi3u MoJieKys1 AT®. [Tpu 3TOM B KauecTBe TOHOPOB IEKTPOHOB MypIypHBIC HECEPHBIE OaKTepUn
MOTYT HUCII0JIb30BATh Pa3IMUHbIE COEAUHEHNUS.

1) TIpu poTorerepoTpoHOM POCTE OPraHUIECKHUE COSTHHEHHUS HCIIOIB3YIOTCS U B KAYECTBE
JIOHOPOB 1 (DOTOCHHTETHYECKOTO TPAHCIIOPTA AJIEKTPOHOB U B KAYECTBE UCTOUHUKA YTIEpOa.

2) ®0oT0aBTOTPOGHBII POCT BOSMOKEH MPH UCIIOJIb30BAHUH B KQUECTBE JOHOPA AJICKTPOHOB
moJiekysipaoro Bogopoaa (CO, +2H, — (CH20) + H,0) (I'orotos, 1989), B HEKOTOPBIX CiIydasx —
metamutoB (Ehrenreich, Widdel, 1994).

3) ®0T0aBTOTPO(HBIH POCT BO3MOKEH B MPUCYTCTBHH MAJIbIX KOHIICHTpAIMil Cyibhuaa.
Rba. capsulatus, Rba. sphaeroides, Rsp. rubrum ucnons3yror cyab(ui, KOTOPBIA OKUCISETCS 10
MOJIEKYJISIPHOM Cepbl, MOSBISIOLIEICS B CPEAE, YTO SIBISETCA 3aKIOYUTEIbHBIM 3TAllOM OKHCIICHUS

cyasduna y stux BuaoB Oakrepuii (Hansen, Imhoff, 1985; Hansen, Van Gemerden, 1972). ITpu
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sToM poct Rba. capsulatus momHOCThIO mpekpaiiaercss MpU KOHIEHTpauuu cyibhumaa 2 MM
(Hansen, Van Gemerden, 1972). Hago oTMETHUTh TakXe, 4TO MaHHAs OakTepust He oOamgaeT
CHOCOOHOCTBIO OKUCISTh THOCYIb(AT 10 cyibdara (Onpenenurens 6akrepuit bepmxu, 1997).

VY Rba. sulfidophilus, Rps. palustris, u Rps. sulfoviridis cynsbun okucnsercs a0 cyiabdara
0e3 00pa3oBaHUS B KA4eCTBE NPOMEKYTOUYHOTO MpoOIayKTa 3jaemeHTapHou cepbl (Hansen and
Gemerden , 1972, Neutzling et al., 1984). Kpome Toro, BHeKJIeTOUHasl 3JIEMEHTapHasl cepa MOXET
SBJISATHCS TIPOMEKYTOUHBIM MPOJAYKTOM OKHCIICHHs THOCY/b(daTa, Kak 3To HaOmomaercs y Rba.
veldkampii, Rba. adriaticus (Hansen and Imhoff, 1985; Neutzling et al., 1984; Brune, 1995;
Glaeser and Overmann, 1999).

1.2.2. PocT B TeMHOTe.

1) B a9pOOHBIX YCIOBUSAX:

a) I7aBHBIM DHEPreTHYECKUM IMPOILECCOM Yy MYypPHypHbIX OakTepuil B TEMHOTE B
NPUCYTCTBUH MOJIEKYJIIPHOTO KHCIIOpona siBiseTcs: adpobHoe npixanue (KonmgpartseBa, ['orotos,
1976). Opranudeckre BEIIECTBA IMPH STOM HCIIOJIB3YIOTCS M B KAYECTBE OKHCISIEMBIX CyOCTPaToOB, U
KaK OCHOBHBIE WCTOYHUKH yriepojga. OKHUCIEHHE OpPraHu4ecKMX COCJAMHEHUN MO3BOJISET
Oakrepusim  cuHTe3upoBatb AT® B pesynprare  MeMOpPaHHOTO  (OKHCIIHUTEIIBHOTO)
dochopunrpoBaHus, CBSA3aHHOTO C (YHKIMOHHPOBAHHEM AIIEKTPOH-TPAHCIIOPTHON CHCTEMBI
(Zannoni, 1995).

0) Ilpu okuciaeHHH MypHypHBIMU OaKTEpUSMHU B a’3pOOHBIX TEMHOBBIX YCIOBHUSX pOCTa
HEKOTOPBIX OPTaHUYECKUX BEILECTB MOXKET UMETh MECTO cyOcTpaTtHoe (pochopuimpoBaHue, HO €ro
POJIb B TAKUX YCIIOBHSIX OOBIYHO 3HAUYMTEIFHO MEHBIIIE, YeM TP OPOKECHHH.

2) B aHa3POOHBIX YCIOBHUSAX:

a) 3a cuer OpokeHus oTrAenbHbIX caxapoB unu [IBK — mpomecca, He cBsizaHHOTO C
AIIEKTPOHTPAHCTIOPTHBIM  (hOCPOPHIUPOBAHUEM, HO OOECIEYHMBAIOIICTO MONyYCHHUE JHEPTHH 32
cuer cyberparHoro ¢ocdoprmmpoBanus. OgHAKO POCT B pe3yibTare OpOKCHHS OOBIYHO HJCT
OYCHb MEJICHHO C 0Opa3oBaHHeM HeOoJjbIIoro Konmdyectsa omomaccel (Madigan, Gest, 1978;
Schultz, Weaver, 1982).

6) Ha cpemax, coxepkammx amerar, CyKUMHAT M HEKOTOpPbIE JApPYrHe OpraHUYecKue
COCIIMHEHUS, KOTOpble OpPOXEHHUIO HE IOJBEPTalOTCs, POCT BO3MOXKEH 3a CUET OKHCICHHS 3THX
cyOcTpaToB mpHu aHa’pOOHOM JBIXaHUHM C MCIOJb30BaHHEM BMecTO Oz IPYrux HEOpPraHHYECKHX
WIIH OPTaHMYECKHUX aKIENTOPOB 3JIeKTPoHOB (Zannoni, 1995). B kauecTBe akienTopoB 3JIEKTPOHOB
MoryT ciayxuTb TMAO win IMCO, HuTpar (B 3TOM ciydyae NpOLECC HA3bIBAlOT HUTPATHBIM
npixanuem), CO. OcyliecTBIATh HUTPATHOE AbIXaHHE CIIOCOOHBI HEKOTOPHBIE IITaMMBbI. [Ipu 3ToM

UCIIOJIb30BaTh HUTPAThl Kak HCTOYHHMK a30oTa oHM He crmocoOHbl. [lltammber Rba. capsulatus,
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BOCCTaHABJIMBAIONIMEe HUTPATHl 10 N2, OJHOBPEMEHHO MOTYT €ro (MKCHpPOBAaTh U 0OECIICYHBATH
TEM CaMbIM CBOIO TIOTpebHOCTH B a3ote (Dunstan et al., 1982).

3) B MUKpPOa3pOOHBIX YCIOBUSAX:

Rba. captulatus crmocoGHBI mepekao4YaTbess ¢ (OTOCHHTE3a Ha POCT B TEMHOTE B
XEMOJIUTOABTOTPO(MHBIX YCIIOBHSIX, OKHUCIISIS TPH TOM MOJICKYJISIPHBIH BOJOPOJ, HO JIMING TPH
HEOOJIBIIIOM COJICPIKAaHUHM MOJICKYJISIPHOTO Kuciopoaa - He Ooibmie 10-15% B ra3oBoit (dase
(Madigan and Gest, 1979). Ilpu 3ToM B cpene HaOJIOIAIOTCS CICIOBbIE KOJMUYECTBA KHCIOPOIa
(Seifert, Pfennig, 1979). D10 cBs3aHO C TeM, YTO KHCIOPOJ PEHPECCUPYET CHHTE3 U IOJABIISCT
AKTUBHOCTh THIPOTEHA3bl, KAaTAIM3HUPYIOUICH OKHCIEHHE MOJIEKYJSIPHOTO BOJOpPOJa, a TaKkKe
pubynozoduchocharkapbokcunazpl. Kpome TOro, MOJEKYJISIPHBIM KHCIOPOJ WHTHOUPYET WX
AKTUBHOCTb.

VYcTaHOBIIEHO, UYTO MYpIypHble OaKTepHM, KaK CEpHbIE, TaK M HECEepHbIE, O00pa3yloT
CYTIEpPOKCHATUCMYTa3y U KaTaja3y, TO €CTh ()epMEHTHI, KOTOPBIE HTPAIOT BaXKHYIO POJIb B 3aIIUTE
KJIETOK OT TOKCHYHOTO BO3JIEHCTBHS MPOIYKTOB, OOPa3yIOMIMXCSI B MPUCYTCTBUH MOJIECKYJISIPHOTO
Kucaopoja (cynepokcuaa u nepexucu Bonopoaa) (Kounparsesa E.H., 1996).

1.2.3. XapakrepucTuKka (p)OTOCHHTETHYECKOI0 aNNApPaTa MyPIyPHBLIX HECEPHbIX
O0aktepuii. KitoueBoe coObITHE CBETOBOW CTaaWU (POTOCHHTE3a IMPOUCXOJUT B PEAKIIMOHHBIX
nentpax ¢orocunte3a (PL]), korma B mporecce pasneneHus 3apsa0B DHEPTUS HM3TyUCHUS
npeoOpa3yercsi B XMMHYECKYIO SHEprHio. Pa3zjiencHue 3apsjoB OCYIIECTBISICTCS B pe3yJbTaTe
B30y kaeHus Oakrepuoxiopoduuia PI[ mpu mornomennn UM OmpeneiéHHOTO KBaHTA YHEPTHH.
Henocpencreennoe nomnaganue (GOTOHA, HECYIIETO HEOOXOMUMYIO JIUIsl BO3OYKIEHHS DHEPTHUIO, B
6akrepuoxiopodusn PL] mamoBepostHo. [loBbimenune 3¢@GeKTUBHOCTH Tpoliecca 00eCreynBalOT
JIOTIOJTHUTEIIBHBIC CTPYKTYPhl — CBETOCOOHMpAIOIINE AHTCHHBI (ITMTMEHT-OCIKOBBIE KOMILICKCHI),
KOTOpBIC OCYIICCTBIISIIOT 3axBaT (OTOHOB pAa3HBIX JJIMH BOJH H HANpPABIAIOT HSHEPTHUIO
B0O30yxaeHus B PLI.

DOTOCUHTETUYECKUIA arnrmapar Iy pIypHBIX OakTepuit JIOKAJIU30BaH BO
BHYTPHUIMTOIUIA3MAaTHYCCKUX MeMOpaHax, UMCIONIMX pa3andHyio ¢opmy (BE3HKYII, JaMelll WK
TpyOOUEK), 4TO SIBIISETCS CHCTeMaTu4eckuM mpuzHakoM. OH coctouT u3 PLI, a Takxke OBYyX TUIOB
CBETOCOOMPAIONINX AHTCHH W TEPEHOCUYMKOB AIJIEKTPOHOB, 00pa3yromux (OTOCHHTETUYECKYIO
3JIEKTPOHTPAHCIIOPTHYIO 1ienb. Bomusu PI] pacnosararorcst kopoBast antenna (LH1), o6pasyrormmas
Bokpyr PI nesamkuyrtoe kosbio (Driscoll et al., 2014). Ha mepudepun pacmonoxens: LH2-
nepudepuitibiec aHTCHHBI.

B Hacrosimiee Bpemsi 0OHapy>KE€HO TPH THIA YCTPOHCTBA (POTOCHHTETHYECKOTO arrapara

cpenu mpeacraBuresei mypnypHsix 6akrepuii (Cogdell and Roszak, 2014). V Rba. sphaeroides PI]
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cymectByer B (opme aumepa u3 aByx PI[-LH1 (Qian et al. 2013), kaxmpiii ¥3 MOHOMEPOB
conepxut 6enok PUfX. Ipucyrcreue 6enka PufX Heooxomumo 1ist COOPKH aKTUBHOTO TUMEPHOTO
KOMILJIEKCA: Y MYTAHTOB C JeJlelueil Koaupyromero ero rea ¢opmupyercs 3amknytoe LHI-
koibilo, a komiwieke PII-LH1 — B Bume monomepa (Siebert et al. 2004). OnucaHHbIe MYyTaHTBI
JIMIICHBI CIIOCOOHOCTH K OCyIHIeCTBICHHIO (oTocuuTeTndeckoro pocra (Recchia et al., 1998).
ABTOpBI TIpeanoiararoT, 4ro npoMexyTku B LHI1 kombiie HEoOXOIMUMBI IJIsi MPOHUKHOBEHUS
yOMXHHOHA, KOTOPBIN oOecreunBaet cBsi3b Mexay PL u nutoxpomom bei-komrekca.

VY nypnypHo# HecepHoii Oaktepun Rps. palustris (Roszak et al. 2003) PI] cymiectByer B
dopme monomepa PII-LH1 u conepxat Oenox W (anamor Oenka PufX) (BTopoii Tum ycrpoiictea
dorocunTeTryeckoro ammapara). Komsiio LH1 y manHoi 6akrepun, Takke kak y Rba. sphaeroides,
HE 3aMKHYTOE.

Tpetnit THnm ycTpoiicTBa (OTOCHMHTETHMYECKOTO —ammapara IMpOJEMOHCTPUPOBAH Yy
nyprnypHoil cepHod Oaktepum Thermochromatium tepidum (Niwa et al. 2014). ¥V wnee PIJ
cymectByeT B (popme moromepa PI[-LHI1 u He comepkaT HUKaKuX OCIIKOB aHAJIOTMYHBIX OeIKaM
PufX mmu W (Ttem He MeHee, kaHanbl B LH1-kombIie mpucyTCTBYIOT, OHO HE3aMKHYTOER).

Ha Oenkax cBeTOCOOHMpAIOMIMX aHTEHH PACIIONAraloTCsl MOJIEKYJIbI OakTepruoxiopopmia u
KapoTHHOUOB. [Ipu 3ToM 11t BHemTHHX KomiiekcoB LH2 xapakTepHbl 60jee KOPOTKOBOJHOBBIC
dbopmbl murmenToB (800 - 850 M), a Ay BHyTpeHHero komiuiekca LH1 — Gosee JIMHHOBOTHOBBIC
(okomo 880 wum). bakrepuoxmopodpunn peakiuonHoro ueHTpa (PL) umeer emé Oomnee
JUIMHHOBOJIHOBBI MakcuMyM mnornomeHus. IlogoOHoe crpoeHne oOecrneynBaeT MOTJIONICHHE
¢doronos B LH2 u manpasnennyro murpamuio depe3 LH1 ra PII. OcHOBHOW (OTOCHHTETHICCKUI
NUTMEHT MyPIypPHBIX OakTepuii — Oakreproxiopodumn a; kpome Ttoro, y Blastochloris viridis
umeetcs 6akrepuoxmopodumt b (Roszak et al., 2012). 13 kapoTHHOMIOB Y MypPITyPHBIX OaKTepHii
HanOoJiee YacTo BCTPEYAIOTCS CHHUPHUIOKCAHTHH, POJONMH, POJOMHHAN, C(HEpOHIIEH, OKEHOH
(Bentley and Thiessen, 1957).

PII mypnypHbix Oaktepuii ycrpoeHsl aHajmorudHo PII ¢orocucremsr Il muanobGakTepwmii,
aKIENITOPaMH JICKTPOHOB B KOTOPO# siBysitoTcst peodernr u xunousl (Tholozan et al., 1990). B
npolecce AaHOKCUTEHHOTo (POTOCHHTE3a IPOUCXOAUT CBETO3aBUCHMBIM LUKIMYECKUH IOTOK
aneKTpoHOB Mexay PI[ u bCi-komIuiekcom yepe3 mys1 YOMXHHOHOB U IIUTOXPOM c2. B pesynbrare
CBETOBAas PHEPIHs 3aIacaeTcs B BUJAE TPAHCMEMOPAHHOTO TPaJMeHTa IMPOTOHOB, KOTOPHIN maiee
MoxeT npeodOpa3oBeiBaThcss B AT® ¢ momompto AT®-cuHTazpl. CHHTE3 TaKUX IHEPreTHUYECKUX
skBuBaneHToB, kak HAJIH/HAJI®H, ocymecTBisieTcss C TMOMOINBIO OOpaTHOrO MepeHoca
ANIeKTpOHOB ¢ 3arpaToil AT®, mpu OKUCIEHUM OpPraHUYECKUX coeluHeHuil miu B nukie Kpedca

(KonapatbeBa, 1996). ®naBuHbI NPUCYTCTBYIOT Yy MYPIYPHBIX HECEPHBIX OakTepuil B ¢opme
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dbnaBuamononykieoruna (PMH) u dnaBunanennnaunykineotuaa (OAJl). Taxxke MpUCYTCTBYIOT B
kietkax ¢eppenoxcunsl (Bandell et al., 1997).

HecmoTpss Ha IUKIMYHOCTH (OTOCHHTE3a, [UIS €ro OCYIIECTBICHUS HE00X0IuM
MOCTOSIHHBIA JIMHEHHBIM TOTOK S3JEKTPOHOB, 00ECTICUMBAIONIUICS TPHUCYTCTBYIOIIUMH B CpEJIe
nonopamu 3aekTponoB (Horne et al., 1996). B kauecTBe JOHOPOB 3JICKTPOHOB, KaK OMHCHIBAIOCH
BBIIII€, MOTYT BBICTYIIATh OPTaHUYECKUE COSTUHEHHSI, BOAOPO/I, CEPOBOIOPO/I.

Ha cunTes ¢porocuHTeTHYECKOTO anmapara BIuseT cBeT. [Ipu moHMmKeHHOW HHTEHCUBHOCTH
cBeta konmuectBo LH2 B kitetke Bo3pactaet (Niederman, 2013), a Taxke Bo3pacTaeT KOJHUECTBO
PLI (Gregor, Klug, 1999). MyranTbie mrtamMbel Rba. sphaeroides 6e3 LH2 crnocoGubl pactu
TOJILKO MPH OYeHb BbiCOKOM mHTeHCcHBHOCTH cBeTa (Cogdell et al., 1999). Ceer Takke BIHsAET Ha
peryisnuio cuHte3a Oaktepuoxiopodpmwmuia a (bxm a), oH He TpebyeTcs A €ro CHUHTE3a, HO
BBICOKME HWHTCHCUBHOCTM CBETa 3HAYUTEIbHO TMOJABJSIOT CHHTE3 OakTeproxiopoduiia
(IatpymeBa u ap., 2007). YV Rba. sphaeroides PpsR 6enok criocoOeH MomaBisTh CHHTE3 OCIKOB
LH1, a Taxke bxm a mnpu Bbeicokoi wuuTeHcuBHOCTH cBera (Gomelsky, Kaplan, 1995).
Monynupyromiee neiictBue Ha BausiHie Oenka PpsR okasbiBaet 6enok CryB (Niederman, 2013).

OnHako TMOCNEIHHE HWCCIEAOBAaHUS IIOKA3bIBAIOT, YTO CBS3b CHUHTE3a JOIMOJHUTEIHHON
nepuepuifHOW aHTEHHBI C TOJYYCHHWEM SHEPrHU WHAMBHIYaJTbHON KJIETKOH HE TaK OYEBHIHA.
[TokazaHo, YTO mNpuU  TIOHMKEHHOW  HMHTEHCHBHOCTHM  cBeTa  oOpa3yerca  Oosblie
BHYTPUIIUTOIJIa3MaTHYeCKUX MeMmOpaH ¢ Oompmmmm coaep:kanueM LH2. Ho Hapsgy ¢ stum
UMEIOTCS OTJENIbHBIE YYacTKM MeMOpaH, B KOTOpbIX ecTb Toibko LH2, nHo ner PLI, T.e. a1tn
KOMILIEKCHI HE MOTYT IIepeaTh YHEPTUIO BO30OYKACHUS ISl pa3/IeIeHUs 3apsI0B U ITOCIEAYIOMIETO
ucronp3oBanus B Metabonusme (Bahatyrova et al., 2004). Kpome Toro y Rba. sphaeroides mpu
BBICOKO# M HU3KOW MHTEHCHBHOCTSAX CBETa CHHTE3UpyIoTcs pasubie LH2 xomrutekcsr (Woronowicz
etal., 2012).

OCHOBHBIM BHEITHHM CHTHAJIOM, BBI3BIBAIOIINM PEMPECCHIO CHHTE3a OaKTepHoXIopoduiia
y IMypITypHBIX HECEPHBIX OakTepuit, sBasiercs kuciopon (Zhu, Hearst, 1986).

1.2.4. TloTpedasieMble HCTOYHHUKH a30Ta, cepbl. Heo0xoanMble BUTAMUHBI.

Rba. capsulatus B 6GnocuHTETHUECKHX LIEJISIX HCIOIBb3YET CyIb(ar, KOTOPBI B pe3ysbTaTe
ACCHMWJISIIIMOHHON Cynb(aTpeyKiuyu mpeBpamaeTcs B CyJib(ui, KOTOPBIH Jajee HUCIOIb3yeTcs
s cuate3a 1nucrenHa (KonappateeBa, 1996). JlydmuMm HMCTOYHMKOM a30Ta Jiss OOJNBIIMHCTBA
BUJIOB MyPIYyPHBIX OakTepuil siBisieTcs ammoHmii. Rba. capsulatus moskeT wWcmosibp30BaTh Takke
NEeNTOH M JPOXOKEBOM 3KCTPAaKT, IMypUHBI, AJCHWH, TYaHWH, TMIIOKCAHTWUH, KCaHTHUH, a TaKXe
MoueByl0 kuciory. Hekoropeie mrtammbl Rba. capsulatus crmocoGHBI K AMCCHMHIAIIMOHHON

HUTPATPEAYKIMH, HO HE MOTYT UCIIOJH30BaTh HUTPAT KaK ¢IMHCTBEHHBIH HCTOUHKK a3oTa (Dunstan
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et al., 1982): uurpar BoccranasiauBaercs 10 Nj, KOTOPBIH MOXET OBITh HCIOIB30BaH KaK HCTOUHHUK
a30Ta TOJBKO MPH HATWYHHM aKTHUBHOW HUTpOreHas3bl. OTIeiabHbIE MPEICTAaBUTENU CIOCOOHBI K
UCTIONB30BaHuI0 HUTpaTa (Satoh et al., 1976). HexoTopsle mTaMMbl B Ka4€CTBE HCTOYHUKOB a30Ta
ucnoib3ytoT HUTpuTHl (Konapateesa, 1996).

[TypnypHble HecepHbIe OaKTepUH SBISIOTCS ayKCOTpodamu: TPOSBISIIOT MOTPEOHOCTH B
THAMUHE, HUKOTHHOBOH KHCIIOTe, OMOTHHE, a TaKke B P-aMHHOOeH301HOM kucnoTe (Konaparbesa,
1996). Rba. capsulatus mosxeT pacTu Ha MHHEpPAIbHOU Cpefie, B KOTOPO#H B KaueCTBE MCTOYHHUKA
BUTaMHUHOB JIOCTATOYHO MPUCYTCTBU TOJIbKO THamuHa (\Weaver et al., 1975).

1.3. Yriepoanbiii MeTa00/113M MyPIyPHBIX HECEPHBIX 0aKTepHid.

1.3.1. 'ereporpodubIii MeTa60J13M. Y OOJBIINHCTBA XeMOTPOHBIX, ADPOOHBIX H
(bakyIbTaTUBHO aHa3POOHBIX OakTepuil rmukonu3 (myTe OMOaeHa-Melieproda-Ilapnaca) uinu myTh
OutHepa-/lynoposa u LITK — rnaBHble myTH HeHTpaibHOrO MeTabonusMma (pucyHok 1). IlepBeie
JIBa SIBJISIFOTCSI OCHOBHBIMH TYTSIMH pacriaga yrieBogoB a0 (ocdoenonmupysara (DEIT), [IBK u
anetnin-KoA, takuM 00pa3oM, MPOMCXOAUT OOECIeYCHUE KICTKH SHEPTUEeH W CTaHIAPTHBIMH
CTPOUTENbHBIMH OJIOKaMU [AJIi CHHTE3a KIETOYHBIX KOMIIOHEHTOB. OpraHuueckue KUCIOTHI U
cyOcTparel, merabonusupyembie udepe3 aneTwi-KoA (Hampumep, arerar, XHUpPHbIE KHCIIOTHI,
stanon), accummiupytorcs uepes L[TK. TIlocnemnuit Takke BBIMONHAET JBE (QYHKIIUH —
Katabonmu3M © aHAOOJMM3M: KaTam3upys mnojHoe okuciaeHue anetwi-KoA no COp, paer
BOCCTAaHOBUTENbHBIE SKBUBAJICHTHI Anis GopmupoBanuss AT® B mpoliecce OpIxaHHs, U B TO K€
BpeMs oOecreynBaeT OMOCHMHTETHYECKHE MPOIECChl  YIIIEPOAHBIMH  MPEAIIECTBYIOIIMMU
metabonuramu u HAJIOH.

XopomMe yriaepoaHsiMu  cyOcTparamu s pocta Rba. capsulatus B10  siBasrorcs
TIII0K03a, (QpyKTO3a, caxaposa, pubosa, mMaHHuT, copout, [IBK, cykumnart, ¢gymapar, manart,
NPOMMOHAT, TAKXKE MPOSBISIETCS POCT HAa TajlakTo3e, MPOIMaHoJe, HO HE Ha MaHHO3€, IUTpaTe,
IIIIOKOHATe, TIMIEpUHE, 3TaHojIe, TapTpare, nenapronare (Weaver et al., 1975). ¥V Rba. capsulatus
III0K03a MeTabonm3upyetcst B mytu DHTHepa-Jlynoposa (Eidels, Preiss, 1970), ¢pykrosa — B mytu
DOMmbaeHa-Meiteproga-Ilapaaca (Conrad, Schlegel, 1974). Dra Gakrepusi criocoOHa HCHONIB30BAThH
kopotkonenoueunsie (Eidels, Preiss, 1970; Muller, 1933; Weaver et al., 1975) wu
JUTMHHOLIETIOYEYHBIE XUPHBIE KHUCIOTHl B KadeCTBE €IMHCTBEHHOTO MCTOYHMKA yriepona. [lpu
3TOM CKOpocTh pocta Rba. capsulatus oOpatHo mpomopiiMoHaabHa JIMHE YIJIEPOJHOW IIEH
OJIHOOCHOBHOM HUPHOH KHUCIIOTBI, HCIONB3yeMOH B KadecTBe cyOcTpaTta, a JAOMycTUMas
KOHIIEHTpaIus cyOcTpaTa yBEITMUMBACTCS C YMEHBIIEHUEM JIUHBI yriaepoaHoi nenu (Kranz et al.,

1997), uckioueHHe COCTaBIAIOT TaKW€ TOKCUYHBIE COEIUHEHMs, Hampumep, kak ¢opmuar. Ha
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JABYXOCHOBHBIX JXUPHBIX KHUCJIOTaX TaKHUX, KaK MaJlaT U CYKOHUHAT (HBJ’IHIOI_HI/IXCH IIPOMECIKYTOYHBIMU

3BeHbsiMU LITK) ckopocts pocta Bbimie (L{pirankos, ['orotos, 1990), uem Ha cpefe ¢ aneTaToM.
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Pucynok 1. OCHOBHBIE IyTH reTepOTPOPHOro MeTaboIN3Ma IPOKAPUOT (CXEMa COCTABICHO
Ha ocHoBe Oa3wl manHbIXx KEGG Pathway). IITK — peakiuu 1-13; myts DMmOaeHa-Meiieproda-
[Tapnaca — peakuuu 14-23; nyts OnTHepa-ynopoBa — peakuuu 24-29 u 19-23; peakuum
Opoxxenus 33 u 34 (3Ta peakuys MOKET OCYIIECTBIISITHCS MUPYBATAETUIPOre€HA3HBIM KOMIUIEKCOM
U 00paTHUMOI MUPYBAT:OKCUIOPETYKTA30H).

[Ipu 3TOM moOKa3aHO, YTO IPU HAJIMYUU B CPEJie HECKOJIBKUX BUJOB OPTaHUYECKUX KHCIIOT

(amerar, mpomuoHaT, JaktaT, OyTtupar W u3o0yrtupar) Rba. capsulatus B10 wucmoms3yer He Bce
KUCJIOTBI oiHOBpeMeHHO. CHavana Gakrepust norpedsser C2-C3 coeauHeHMs, W JIMIIb MOCIE MX
ucuepnanus — Oytupat u n3o0ytupat (Laurinavichene et al., 2008). [Ipu BeIpanBanuu Ha cMecCH

nakTtata u arerata Rba. capsulatus DSM1710 cuavana moTpeOJsieT JIakTaT, a 3aTeM, MOC]E €ro
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ucuepmanus — arerar (Sevinc et al., 2012). [ITK B Rba. capsulatus akrtusen mpu pocre u B
GOoTOTpOGHBIX M B TEMHOBBIX a’pPOOHBIX YCIOBHSX, M €r0 AKTUBHOCTh 3aBUCUT OT THIIA
NPUCYTCTBYIOIIETO B cpene ucrounuka yriepona (Eidels, Preiss, 19700).

1.3.2. ABroTpodHnas puxcanusa CO,.

OCHOBHOW  TyTh ACCUMWJISIIMM  YTJICKUCJIOTHI B aBTOTPOQHBIX  YCIOBHUSAX  —
BOCCTAHOBUTEJIbHBINA MeHTo30hochaTHbii 1ukn (uukin KanpBuHa-beHcoHa, pucyHok 2). B atom
IUKJIC TIPOMCXOIUT, (UKcalMs JAHOKCUAa yriiepoaa ¢ oOpa3oBanuem Co6-coeaunenuit. U3
(EpPMEHTOB, OCYIIECTBISIONINX PEAKIMU ITOT0 METa0O0JIMYECKOro MYyTH, yHHUKAIbHBIMU, T.C.
(bYHKIIHOHUPYIOIIMMHU TOJILKO B 3TOM UKIIE, SIBIISTEOTCS
pubyno3zoduchocharkapOokcuiiaza/oKCureHasa (Pybucko), dhochopudynokuHaza u

cemorentyio3obuchocdarasa (McFadden, Shively, 1991).

D-aputpo3o-4- 15
cezxorenryﬂozo-% pocar ‘h :
1,7-6ucdocdar B -D-dpyxro30-6 a-D-r10Ko030
Z 10 -pocdat -6-hocar
cemorenTynoso-7-gochar . 13 $ 14
11 B-D-rnroko30-6-
pu6030-5 -hocdar D-dpykroso-1,6-  docdar
12 oucdocdar
pubynoso-5-pocdar 6
TJIMLEPO-
,& 1 docdar >
pubynozo-1,5-6ucdocdar TAD<
5
COz& ‘y
3-OI'K 3 BOT
~— 7

Pucynok 2. [uxn KansBuna-bencona — peakiun 1-12 (cxema coctaBieHa Ha OCHOBE
nHpopmanuu 6a3sl JanHbix KEGG Pathway).

Jlums oguH GepmeHT ocymecTBiseT peakiuto pukcanuu CO; B mukie Kansuna-bencona
— PyGucko. B Hacrosmiee BpeMs B MEKpOOpraHu3Max oOHapy»KeHbI (pepMEHTHI, OTINYAIOIIUECS OT
Ki1accuueckoit hopmbl PyOucko pacrenuii. Beinenstor yetsipe ocHoBHBIE (opmbl Pyoucko (Tabita
et al., 2007). ®opma |, Il u 11l PyOrcko nposiBiIsitoT KapOOKCHITa3HYIO U OKCHI€HA3yl0 aKTHBHOCTH,
HO B TOTEHIIMAJIBLHO Pa3IWYHBIX (uznosornueckux neisx. @opma Il Beigenena B oTAenbHYIO
KaTeTOPHIO, TaK Kak OOHapyXeHa TOJBKO y apxel, KOTOpble 00NaaloT YHUKATbHON IpeBHEH
IBONMIOLMOHHON uctopueil. K 6enkam gopmer 1V otHOCAT PyOucko-nomodusie 6enku (RubisCO-
like protein, RLP), karanu3upyroliue peakiuu, KOTOpbIe BaXKHBI IS MeTabonm3ma cepbl. Bo

MHOTHX opranu3max ¢pynkius RLP HenspecTHa.
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Rba. sphaeroides umeet aBe dopmer Pyorcko. @opma | coctouT u3 8 GombImx U 8§ MajbIx
CyObeIMHHII, KOTOpBIe KOIUPYyrOT reHbl rbcL u rbcS coorBercTBenno. ®opma Il mpeacraBmser
co0oif rexcamep, KOTOPbI COCTOUT TOJBKO M3 OOJBIIUX CYOBEAMHHUL, KOAUPYEMBIX JIMOO reHOM
rbcL, nu6o resom rbcR (Tabita, 1988). Iee ¢dopmbl PyOucko Takxke mpucytctByioT B Rba.
capsulatus (Gibson, Tabita, 1977) u Rps. palustris (Joshi et al., 2009). Onu KoaUPYIOTCSI TeHaAMHK
cbbLS (dhopma | Pybucko) u chbM (dopma Il Pybrcko). B otnuuune ot atux 6akrepuii, Rsp. rubrum
umeeT Toibko (Gopmy |l PyOucko, xoTtopast cocTOMT M3 ABYX CyOBEAMHUI, KOJUPYEMBIX T'€HOM
cbbM (Tabita, 1988; Kusian, Bowien, 1997). YauBuTeIbHO, YTO 3TOT OEIOK B COCTOSHUU
(YHKIIMOHHPOBATh HE TOJBKO Kak PyOMCKO, HO W B KadyecTBE 3HOJA3bl B MYTH YTHIU3AIMU
metronnHa (a methionine salvage pathway, MSP), Ho Tonbko B aHa’poOHBIX yciaoBusax (Singh,
Tabita, 2010; Dey et al., 2015).

dopma | Pybucko u Rba. sphaeroides u Rba. capsulatus mposieiser makcuManbHYIO
KapOOKCHIIa3HYI0 akTHBHOCTH Tpu pH 8.0, B To BpeMs kak akTUBHOCTH ¢Gopmbl |l PyGucko sTmx
Oaktepuii mpu pH 8.0 cocraBmser TOabKO 50-60% OT aKTUBHOCTH 3TOTO ke (epMeHTa,
Habmonaemoii ipu pH 7.2 (Gibson, Tabita, 1977). ABTOpbI Takke MPOJEMOHCTPUPOBAJIH, YTO, KaK
u y Rba. sphaeroides, rtompko ¢opma | PybOucko Rba. capsulatus wunrubupyercs 6-
b ocdorIFoKOHATOM.

VY Rba. sphaeroides, Rba. capsulatus u Rps. palustris reasr dopmsr | u dpopmsr 1l Pybrcko
pacniosiokensl B Cbby u cbby, oneponax, coorBercrBenno (Kusian, Bowien, 1997). Perynsmus cbb
OIIEpPOHOB ATHX OakTepuii HTeHCBUHO n3ydanach (Chen et al.,1991; Falcone et al., 1988; Gibson,
Tabita, 1993; Joshi et al., 2009; Romagnoli, Tabita, 2006; Tabita, 1988; Vichivanives et al., 2000).
[Toka3aHo, 4TO TpaHCKpHIHs COD OMEepoHOB aKTHBUpPYETCS C MOMOIIBIO TPAHCKPHIILIMOHHOTO
perymsropa Lys-R-tuna, (CbbR (Gibson, Tabita, 1993; Paoli et al., 1998)), kotopomy B KadecTBe
KO-MHIYKTOPOB, BO3MOXHO, HEOOXoaumbl puoyno3o-1,5-6ucdochar mnmm ero mpou3BOIHBIC
(Dangel et al., 2005; Dubbs et al., 2004; Smith, Tabita, 2002; Tichi, Tabita, 2002). Kpome Toro,
aKcrpeccusi Chb omepoHOB Tarke peryiupyercsi JBYXKOMIIOHEHTHOW TIIOOAbHOW peryisTOPHON
cuctemoii RegB/RegA, kotopasi Takke OTBETCTBEHHA 33 PEryJISILUIO MPOLECCOB (HKCAIMU a30Ta,
BOJIOPOJTHOTO MeTabojM3Ma U Mpou3BojcTBa 3Hepruu B R. capsulatus u R. sphaeroides (Du et al.,
1998; Dubbs, Tabita, 2004; Elsen et al., 2000; Elsen et al., 2004; Joshi, Tabita. 1996; Qian, Tabita,
1996; Sganga, Bauer. 1992; Vichivanives et al., 2000). B Rps. palustris Her peryastopHoii
cuctembl RegB/RegA. Bmecto atoro tpu Oenka CbbRRS cuctembl neiicTBYIOT Kak cHcTeMa
CHTHajla TPaHCIYKIWHU, KOTOpas peryiaupyer TpaHckpunmmio cbb omeponoB (Romagnoli, Tabita,
2006). B cBoro ouepens, B Rsp. rubrum orcyrcrByror u RegB/RegA u CbbRRS cucremsr. Kpome

toro, B Rsp. rubrum reun cbbM pacnosnoxen He B omHoM omepone ¢ apyrumu Cbb renamu, Kak y

21



npyrux opranmsmoB (Dubbs, Tabita, 2004; Paoli et al., 1995; Shively et al., 1998). B sroii
OakTepuu OCHOBHBIM peryJisitopoM Cbb omepona (cbbEFPT) sBasiercst ChbbR - monosxutenbHbIii
TpaHCKpUNIMOHHBIN perysrop (Wang et al., 2011).

MyTanTtHble mTamMMbl Rba. sphaeroides (¢ mHaKTHBUPOBaHHBIMU METOJIOM TPAHCIIO30HHOTO
MyTareHe3a reHaMH), KOTOpble CHUHTE3UpyloT 1mbo dopmy | mubo ¢opmy Il PyGucko, Obuim
crmocoOHbI K (poTOaBTOTPOGHOMY POCTY, XOTs MeaieHHee, yem aukuii Tun (Falcone et al., 1988).
MyTtant Rsp. rubrum, B xotopom umkn KanbBuna-BeHcoHa 3a0/I0KMpOBaH YCTpaHEHHEM €ro
KIroueBoro gpepmenra, Pyoucko (ren cbbM), He Tonmbko He pacTeT B pOTOABTOTPODHBIX YCIOBHUSX,
HO TaKXe IIoXo pacter B pororereporpodusix ycnosusix (Wang et al. 2010).

PyGucko, moMumo peakiuy KapOOKCHINPOBAHUS, MOKET OCYIIECTBIISITh PEAKIHIO OKHCICHUS
pulynozobuchocpara 1o ®I'K u docdornukonara (Bowes et al., 1971). Dtum oObsicHseTCA
BBIJICJICHUE B CPEAy B IMPUCYTCTBUH MOJIEKYJIIPHOTO KHCIIOpOJa TIMKOJaTa, KOTOPBIH oOpasyercs
u3 pubynozobucdocdara (Bowes et al., 1971). ¥ mmanobakrepuii 1 BOAOPOCIEH TIIMKOJIAT JTHOO
BBIZICTSIETCS. B cpefay, JUOO mmon neiicTBueM (epMeHTa TIMKOJIATOKCHAA3bl OKHCISIETCS 10
TJTMOKCHUIIATa, KOTOPBIN Yepe3 CepUHOBBIN MyTh CIIOCOOEH MpeBpaiarbes B raunepat (Bowes et al.,
1971). B rnmukonatnom nytu 1 monekyna ®@I'K oOpasyercst U3 ABYX MOJEKYJ TIMKOJIATa, IPU STOM
POUCXOIUT BbIeneHne Moekyisl CO,. Takum oOpa3oM, npu GpyHKIMOHMpOBaHMH PyOncko kxak
OKCHTEHa3bl TMPOUCXOJUT TOTJIOMIEHHE KUCIOPOAa M BBIACICHHE YIIEKHCIOTh. CBETO3aBUCHMOE
HOTJIONIEHUE KHCIOpOJa W BBIICICHHE YIJIEKUCIOTHI TIPUHATO Has3blBaTh (HOTOIBIXAaHUEM
(McFadden, Shively, 1991). Onnako, y OOJBIIMHCTBA MyPITypHBIX OaKTEPHid KUCIOPOJ OKa3bIBaET
WHTHOUpYIOIee JCHCTBHE KaK HAa aKTUBHOCTH PyOmcko, Tak u Ha ee cuHTe3 (Tabita, 1988).
HWckmouenunem siBsieres T. roseopersicina BBS (Konaparsesa, 19896, Kondratieva, et al., 1981).

VYpoBeHb akTHBHOCTH (hepMeHTOB IHkia KanpBuHa-beHCOHa pa3innyeH B pa3HBIX YCIOBHAX
BBIPALIMBAaHUs OaKTEpUil M CHUKACTCS B TMPHCYTCTBHM OpraHMYecKHx cyoctpatoB (Anderson,
Fuller, 1967; KouapatbeBa u ap., 1989a). Ho B oTaenabHBIX Clydasx MypIypHbIE HECEPHBIC
OakTepun (QUKCHPYIOT B 3HAYUTEIHHOM KOJMYECTBE YIJIEKHCIOTY B PAacCMaTpUBACMOM IIHKIIE
HE3aBHCUMO OT TNPHCYTCTBHS OpPraHMYECKHX coenuHeHuil. Hampumep, npu dororereporpodrom
pocte Rps. palustris Ha cpene ¢ ameratom 22% areratHoro yriepoaa npeobpasyercs B CO2 u 67%
storo CO; d¢ukcupyercs B KICTOYHBIH MaTepuana depe3 puoOyio3oduchocdarkapOOKCHIazy
(McKinlay, Harwood, 2010). ITpogeMOHCTPHPOBAHO TaKKe, 4TO YPOBEHb (hepMeHTOB (Gopmbl |
3HAYUTENPHO YBEINYHBACTCS BO BpeMsi (POTOABTOTPO(HOrO pocTa MM BO BpeMsl pOCTa Ha OYCHb
BOCCTAaHOBJICHHOM cyOcTpate, TakoM Kak Oytupar, u B Rba. sphaeroides (Weaver, Tabita, 1983) u B
Rba. capsulatus (Shively et al., 1984).

Ha cuHTe3 wm akTtuBHOCTH puOyno300uchochaTkapOOKCHIa3bl OKa3bIBAET BIIUSHUE
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KOHIICHTpAIUsl YTJICKUCIOTH B Cpele: KOJMYeCTBO (epMeHTa B KJIETKaxX BO3pacTaeT Npu
yBEJIMYEHUHU conepkaHus OukapOonata (Sarles, Tabita, 1983). OpranuszMbl JOKHBI HMETh
HaJISKHYIO0 ¥ SQPEKTUBHYIO CHCTEMY yIpaBlieHHs BHyTpukieTodHbiM pH 1 koHuentpanueit COj,
yTtoObl BecTH (Qukcanmio yriepoaa (Codd, Kuenen, 1987). IIpeoOpa3oBanue macCUBHO
mudyrnupyromero CO, B GukapOoHaT BaxxHO i TpaHCTIOPTHPOBKH CO7 B KIETKY, MOCKOIBKY
YIIICKUCIBIN a3 TI0OXO PaCTBOPUM B BOJHOM PacTBOPE, HO CIOCOOEH CBOOOIHO MPOHUKATh Yepe3
JIMIUATHBIC CIIOM KIETOYHONH MEMOpaHBI, TOPTOMY YacTO NMPOHHMKAET BHYTPh KJIETKH U OOpaTHO.
KapOoHat-MoH OTpHLIATENIBHO 3apsKEH MW XOPOIIO PAacCTBOPHM B BOJHOM pAacTBOpE, HO ILIOXO
pactBopuM B >kupax. s ero MpOHMKHOBEHHS B KJIETKYy HEOOXoIuMa TPaHCIOPTHAas CHCTEMa
(Smith, Ferry, 2000; Marcus et al., 2005). HekoTopbiec OpraHu3mbl, TakHe Kak [HAaHOOAKTEPHUH,
pasBuwian PPEKTUBHBIA MeXaHU3M (KapOOKCHCOMBI), TMO3BOJSIONINA YBEIHUUTh KOHIICHTPAIHIO
CO; u, cnenoBarenbHo, 3¢ dexTuBHOCTD ero ¢ukcauu (Badger, Price, 2003; Bonacci et al., 2012).
VY opraHu3MoB, B KOTOPBIX OTCYTCTBYIOT KapOOKCHCOMBI, (DYHKIIHIO TaKOW CHCTEMBI BBITIOTHSIOT
COBOKYITHOCTh ~ CKOOPJAHHHPOBAHHO JeicTByronmx kapooanruapas (KA) wu  ¢depmeHTOB,
OCYIICCTRIISIONINX PEAKIUU KapOokcuiaupoBauus (B (GOTOaBTOTPOGHBIX YCIOBHSX, MPEXKIE BCETO,
sto Py6ucko) (Pohlmann et al. 2006).

KA BO3HHMKIIM 10 pacxoaeHHUs ToMeHOB apxeit m Oakrtepuit (Grishin, 1995). Hcxons u3
toro, 4to P- m y-KA HaxomsaTcs B TUIyOOKHMX BETBSIX apXed M OPraHU3MOB, CIOCOOHBIX K
¢doTtonuToaBTOoTpodUM C Mconb3oBaHUEM ApeBHUX COz — QUKCHPYIOMMX IyTeH, MpeAroararoT,
YTO 3TH NIYTH 3aBHUCAT OT KapOoaHruzapas, HeoOXxomumbix mnst d¢pdexktuBHor Qurcanun CO;
AQHAJIOTUYHO JBOJIOIMOHHO Oojiee paHHUM (OTOCHHTETHYECKHMM OpTraHu3MaM, B KOTOphIX KA
HeoOxoaumbl i dddextuBHoro Tpancnopra CO;2 B KIeTKy B moBbliieHUsT KoHIeHTpanuu CO;
okojo akTtuBHOro caita COz-uxcupyromero ¢epmenta pulyno3odudochaTkapOOoKcHUIasbl
(Badger, Price, 1994; Price et al., 1998; Kaplan, Reinhold, 1999). Hekotopsie «CO,-
¢ukcupymomue» pepMeHThl, Takue Kak nupyBarkapookcunaza u OEIl-kapbokcunaza UCHOIb3YIOT
HCOj3 (Jitrapakdee, Wallace, 1999). Takum obpazom B3ammomnpespamicane CO, 1 HCO3 moxer
OBITh BaKHO C TOYKU 3PCHHS PETYJSAIUH YIJEPOIHOTO MeTaboJiM3Ma W SBJSICTCS €Ile OJHOU
NOTEeHUUaNbHOH posbio KA.

VY Rba. capsulatus, Rba. sphaeroides, Rsp. rubrum oGHapyxwuiu kapOoaHruapassl - u y-
KJIaCCOB ¥ JICTEKTUPOBAJIH CICIM(PHUCCKYI0 aKTUBHOCTE 3TUX (hepmentos B BD (Smith et al., 1999).
13 Rsp. rubrum 6buta BeimeneHa KA u Obuti oxapakTepu3oBaHbl HeKoTopbie ee cBoiicTBa (Gill et
al., 1984). ABTOpBI OTMETWIIH, YTO (PEPMEHT IIUTOILIA3MATHYECKHI U YTO OOHAPYKUBAETCS TOIBKO
B (OTOCHHTETHYECKM BBIpAIlCHHBIX KieTkax. Y  Rps. palustris wuaentuduimpoana o-

kKapOoaHTHIpa3a u MoKa3aHa ee aKTUBHOCTh, (DEPMEHT IKCIIPECCUPYETCS B Pa3IMYHBIX aHAIPOOHBIX
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ycnoBusiX He3aBucuMo oT mpucytctBus CO; wim OukapOoHaTa, HO HE DKCIIPECCHPYETCS B
a’poOHbIX ycrmoBusax pocra (Puskas et al., 2000).

1.3.3. 3anacuble BemecTtBa. [lypmypHble Oakrepun CcHocoOHBI Ha cpenax ¢
alleTaToM HakaruBath nonuruapokcuankanatel (ITIA) u 3anacHbie monucaxapuasl (Konaparsesa,
Kpacunsaukosa, 1989; Mas, Van Gemerden, 1995). Kpome toro, ananu3 reHoma Rps. palustris
NOKa3aJl, 4TO 3Ta MypIypHas HecepHas OaKTepHs MOXKET HaKaIUIMBaTh €IIe OJUH BHI BEUICCTB —
tperano3y (McKinlay et al., 2014). Tperano3a npeacTaBisier coboii aucaxapu, o0pa30BaHHBIN 0-
1,1-TUKO3UIHONW CBSI3bI0O MEXIY JBYMS MOJICKYJaMH O-TJIIOKO3bI, OHAa TaKXe SBISACTCS
OCMOTIPOTEKTOPOM (TI03BOJISIET BBDKMBATH OPraHU3MaM TPU BHICOKOH COJIGHOCTH CPEJIbI).

B 3aBucumMocTH OT XapakTepa HCTOYHHKA YTJIEPO/Ia, KOTOPBI HMEETCS B Cpelie, Iy pITypHBIC
0aKTepuy 4acTO HAKAIUTMBAIOT MIPEUMYIIECTBEHHO OO0 rimkaH, oo [1TA.

[M'A siBnsifoTCs ONMMA(GHUPaMu pa3IMYHbBIX ruapokcuaikanoaroB (Holmes, 1995). O6kraHO
coctoAaT u3 (R)-B-rUaApOKUCHIBHBIX KUPHBIX KUCIOT C TUAPOKCUIBHOMN I'PyNIOi B MONOXKEHUAX 3,
4, 5 wu 6. B cocrase III'A obHapyxkeHo 6omee 100

pa3MyHBIX ~ MOHOMEpoB  (pucyHOok  3),  d9TO

o0ycraBIMuBaeT CYIIECTBOBaHNE 00IBIIIOro R O
pa3HooOpa3usi OMOAETPaTUPYEMbIX TOJUMEPOB C — - —C—

U O—CH—CH;
pa3uYHBIMU CBOMCTBaMH. MoekyssipHas Mmacca X

IIT'A Bapeupyer ot 500 po 1000 k/la. Bce
COCTaBIISIFOIIIME UX MOHOMEpHBIE OJIOKM HaXOJSATCS Pucysox 3. Xummdeckas crpykrypa ITA.,
B D(-) KOH(pUTypammn Omaromaps ~ cuHTe3upyeMbix Oaxtepusmu: III'A oObruHO
coctosT U3 (R)-B-ruapOKUCHIBHBIX KUPHBIX
KucnoT, rae rpynna 'R' wm3mensercs ot
dpmenTos (Reddy et al., 2003). mertuia (C1) go Tpurmunepmia (C13)

CTepeoCcneMPUIHOCTH OMOCHHTETHUECKUX

[MonpoOuee knaccudpukanus III'A u wux
(bu3nUecKkre XapaKTEpPUCTHKH OMKCaHbI B IUTEpaTypHbIX ucTouHukax (Zinn et al., 2001; Abe, Doi,
2002). KiroueBbie OnocunTeTnyeckue mytu 1iist [ITA-nipoaykiuu paccMoTpensl B 0030pe (Jingnan
et al., 2009). B ecrecTBeHHBIX OpraHu3Max-npomayleHTax [1I'A-nmojuMep HaKarUIMBaeTCs B BUJC
rpaHyj, KOTOPBIC OKpy»XeHbl cremupuueckumu nunuaamMu u Oenkamu (Uchino et al., 2007;
Steinbuchel et al., 1995). Uchino u ap. mpeamonoxwik, 4TO IpaHysbl B eCTeCTBeHHBIX [1I'A-
NpoayLEHTaX JeicTBYOT Kak «opranemisp (Uchino et al., 2007), kotopsie BOBIICUEHBI B IPOLECC
OJIHOBPEMEHHO MPOU3BOJICTBA U JIETPAJAINH 32 CUET OMOCUHTETHYEeCKOM akTuBHOCTH [1I"A-cunTas
u THONuTHYecKOM akTuBHOCTU II['A-nmemonumepa3. PexomOunanTHbIe HeectecTBeHHBIE IIIMA-
NPOAYIICHTHI, B KOTOPBIX IKCIIPECCUPYIOTCS TeHbl i moctaBku [1I"A-monomepos u [1I"'A-cuHTasa,

HakaruuBatoT [I['A B Buze Tenel BKIIOYEHUs, cOCTOAUX TONbKO U3 II'A. depMeHThl U TeHbl,
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umeromue otHomeHue Kk cuaresy I1I'A, u ux opranusaius, peryisuus B Rba. capsulatus ommcansr
B psze padot (Kranz et al., 1997; Ulbrich et al., 2002).

MoHoMepHI, UCTIONIb3YEMbIE JJIsi CHHTE3a APYToro 3aracHoro BellecTBa (TIIMKOreHa) — 3TO
reKCO3bl, KOTOpbIe 00pa3ytoTcs mo myTu riokoneorenesza u3z ®EIT (Evans, 1965, Merrick, 1978)
w1 B uukie KanpBuna-bencona. O0muM mpeaiecTBEHHUKOM JJIi CHHTe3a TJIMKOT€Ha BO BCEX
opraHu3Max sBIsieTcsl Toko30-1-gocdar, npeBpamatonuiicss y npokapuoT B AJID-rmoko3y B
peakiuu, katanusupyemon AJlD-rmoko3odochopunazoii; apyrue aBa ¢epMeHTa KaTaau3upyroT
obpasoBanue o-1,4- u o-1,6-cBsazeit (Merrick, 1978, Ormerod, Sirevag, 1983). IlpeBpaieHue
arierata B ®DEIl, mepBUuHBI NpEeAIICCTBEHHUK Al CHHTE3a TE€KCO3, MPOMCXOIHUT JHOO0 yepes
peakuu 1ukna KpeOca, nmmubo depe3 kapOokcumimpoBaHue aneTwi-KoA B MHPyBaTCHHTA3HOM
peakiuu (KonaparseBa u ap., 1989). I'mukoreH CHHTE3UPYETCS B 3HAYUTEIBLHOM KOJHUYECTBE MPH
UCIIONIb30BaHUU IyPIyPHBIMH OakTepusMu auokcuaa yriepona, [IBK, manmara, nmakrata u psga
JPYTHX OpPraHUYeCKUX COeMHEeHNH, erko npespamatomuxcs B @EIT (Willison et al., 1984; Eidels,
Preiss, 1970).

1.3.4. Yraepoansblii MeTa00/M3M U OKHCJIUTEIHLHO-BOCCTAHOBUTEIbHBIN 0ajlaHC
KkJieTku. [Ipu u3yuenun yrieponHoro mMetabonusma MypnypHbIX HECEPHBIX OaKTepHil HEOOXOANUMO
YUUTBIBAaTh, YTO HEKOTOPHIC €ro MyTH 3aJE€HCTBOBAHBI I JAOCTIDKEHHS IPYTUX LIEJeH, HEeXenu
00pa3oBaHNe KOHKPETHBIX YTIIEPOIHBIX COSTUHEHHA.

B 1933 Mromiep cooOurmi, 4to s GoToreTepoTpoHOro pocta MypImypHBIX HECEPHBIX
OakTepuil Ha cyOcTpaTax 0ojiee BOCCTAaHOBIEHHBIX, YeM Ouomacca, Heooxoaumo npucytctsue CO;
(Muller, 1933). Oun mpennonoxui, uro CO, HeEoOXOAMM B KadyecTBE aKIENTOPa HU30BITOUHBIX
AIIEKTPOHOB, OTTOK KOTOPBIX B UTOTE TO3BOJIACT OYTHpATy OBITH OKHCICHHBIM IO OKHCIUTEIILHO-
BOCCTAHOBUTEJIBLHOTO COCTOSIHUSI Ouomaccel. B 1977 apyrumu aBTOpaMu IpOJAEMOHCTPHPOBAHO,
gro Rba. capsulatus cnocoOna k pocty Ha Oytupare u 6e3 CO,, B yCIOBHSX, KOTJa KICTKU
ocyecTBIsIIOT Gukcanuio Np, KoTopas o6ecreunBaeT OTTOK 3JIEKTPOHOB B COCTABE BBIJEISEMOIO
no6ouHoro npoxaykra peakiuu Hp (Hillmer, Gest, 1977). TTo3xe Puyapacon u ap. mokasaiu, 4To
no0aBlieHUE JPYTHX abTEPHATHBHBIX aKIENTOPOB AJIEKTpoHOB, Takux kak JIMCO, naer
BOo3MOKHOCTH Rba. capsulatus pactu ¢ororereporpodro Ha Oyrtupate 6e3 mobasmenuss CO;
(Richardson et al. 1988).

3arpara 3JIEKTPOHOB Ha CHHTE3 3aIaCHBIX BEIIECTB 33 CYET OKMCIICHUS] BOCCTAHOBUTEIBHBIX
HKBUBAJICHTOB TaKXe CIIOCOOCTBYET MOJACPKaHUIO OKHCIMTEIHHO-BOCCTAHOBUTEIHHOTO OanaHca
kierku (Yilmaz et al., 2010).

1.3.5. PocT Ha cpejie ¢ aneTaToM.
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[Ipu ucnonp30BaHMM aleTaTa B KayeCTBE €IMHCTBEHHOrO HMCTOYHMKaA yriepoaa u3 L[TK
MPOUCXOAUT OTTOK €ro MPOMEXKYTOUHBIX 3BEHHEB HA OMOCHHTETHYECKHE HYKIbl KIETKH.
[Momnepxxanue mymna LI[YK mocturaercsi ¢ MOMOIIBIO 21UOKCUNAMHO20 YUKIA, KOTOPBINA SIBISICTCS
HaunboJiee pacrnpocTpaneHHbIM myTeM BocrosHeHus myna [IIYK B IITK (Kornberg, Krebs, 1957). B
ycnoBusix (yHkmuonupytomero nukia Kpebca (pucyHok 4, peaknuu 1-13) Hamumume 3TOTO
aHATUIEPOTUYECKOTO MYTH OmpeenseTcs QyHKIMOHUPOBAHUEM JIBYX TOMOTHUTEIbHBIX ()EPMEHTOB

— m3onmtpatiuassl (EC: 4.1.3.1) u manarcuntassl (EC: 2.3.3.9) (pucyHok 4, peakiuu 14 u 15).

aneran-KoA 1 K—-;rmc-akoHHTaT
LMTpaT
M30LHTPAT
oKcanoauerar
4
13 auerni-KoA OKCAJOCYKLMHAT
S-MaﬂaT(—{ 5 & CO,
®12 J 2-okcoruyTapar
thymapar
6
11
CYKLIMHAT tuamuHangocdar 3-kapboxkcu-1-
10 IUAPOKCHIIPOIHII-
cykunHua-KoA CO, tuamunudochar
8 S-cyKuuHUS
JAUTHIpO-
JAUTHIpO- nunoamu-E

nunoamua-E .
A "‘“'——9—)-,11 nnoamua-E

Pucynok 4. Cxema LITK (peakuuu 1-13) u rmmokcunatHoro myHra (peakuuu 14 u 15),
cocraBlieHa Ha ocHOBe nH(popmanuu 6a3el qaHHBIX KEGG Pathway.

B opHomM mnonHOM o000poT€ TIJMOKCHJIATHOIO MLHMKJIAa OOpa3yeTcss JBE MOJIEKYJIbl-
npeamectBeHHuka [I[YK (rmwokcmumar W CyknuHaT), OJHA W3 KOTOPBIX 0OecleunBacT
HOJ/Iep)KaHUe COAEP)KaHUS OKcaJloaleTara, 3aTPayeHHOro B MEPBBIX peakuusax nukia. CuuTanocsk,
YTO IIIMOKCHIJIATHBIN IIYHT HE MOKET (PYHKIMOHUPOBATh B aHA’pOOHBIX ycnoBusx pocta (Iuchi et
al., 1989; luchi, Lin, 1988). OqHako OH aKTHBEH B aHAIPOOHBIX OAKTEpHsIX, BKItOYas GOTOTpoGoB,
pHu COOJTIOICHUH IBYX YCJIOBHI: 00513aTE€ILHO MIPUCYTCTBUE B KadecTBE KodakTopa dheppeaokcruHa
U BO3MOKHOCTh oOpazoBaHus IIBK (B HEKOTOpPBIX ciiyyaX M 0-KETOIJyTapara) 3a CUeT peakiui
BOCCTAaHOBUTEJILHOTO KapOokcwminpoBanus (Adman et al., 1973; Buchanan, Arnon, 1970).

Bmecte ¢ Tem cymiecTByeT OOJBIIOE KOJIHYECTBO OakTepHil, HECIIOCOOHBIX K CHHTE3Y
KJIIOYEBbIX ()EPMEHTOB TIVIMOKCWJIATHOTO IIyHTa M Bocnoisstomux myn HIVK  napyrumu
aHaIUIepOTHYECKUMHU MyTsiMUA. Cpel mypIypHBIX OakTepuil K TakoBbIM OTHOcsTcs Rsp. rubrum,
Rba. sphaeroides u Phaeospirillum fulvum (Filatova et al., 2005). B ux reHomax OTCyTCTBYIOT T'€HbI
NIJI - ximroueBoro QepmMeHTa TIIMOKCWIATHOTO [WKiIa. K HacTosmeMy BpEeMEHH W3BECTHBI

HECKOJIbKO APYTUX aHaruiepoTudeckux myted, BocnonHsommx mnyi [YK: merunacmapratHeii u
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HATpaMaJIaTHBI LMKIBI, ATUWIMAIOHWI-KOA mnyTth. Teopernueckn mnpu pocTe Ha anerare
aHaOonu4ecKkyl0 (YHKLUHIO MOTYT BBINOJHATE NyTH aBTOTpodHON ¢ukcamuu COz;  3-
TUAPOKCUNIPONMOHATHRIM  1uki, BoccraHoBuTenbHbI LITK, muxn KaneBuna-bencona, 3-
THPOKCHITPOIIMOHATHBIH/4-THIPOKCUOY THPATHBIA IIMKJ, JUKapOOKCHIAT/4-TUAPOKCUOYTUPATHBIH
nuki.  Eme oawH, 1IecToi, W3 W3BeCTHhIX myTed aBToTpodHOM  dukcammm COo,
BOCCTaHOBUTENbHBIN aneTiin-KoA nyts (Ljungdahl, 1986). B aTom myTu nmpoucxoaut odpa3oBaHue
anetun-KoA, coorBerctBeHHo B BocmonHeHue myna LYK srtor myTte He BHOCUT Bkiama. Ha
MOMEHT NPOBEJICHUS UCCIICAOBAaHUHM He ObUTO MH(pOpMAMK O (PYHKIIMOHUPOBAHUU B ITyPILyPHBIX
HecepHbIX OakTepusax 3Tux myted ¢ukcanmu CO; (3a uckimodeHneM nukia KanpBuHa-beHcoHa).
Ho B ycnoBusix pocra Ha cpene ¢ aneratom s nononHeHusa myisa I[YK, kak npasuno, He
TpeOyeTcst (pyHKIMOHUpOBaHUS BceX (epMeHTOB Toro unu uHOro nytu ¢ukcauuu CO; -
JOCTAaTOYHO TOJIBKO €r0 YaCTH.

Memunacnapmamnouit yuxa. (Ueda et al. 1981; Shimizu et al. 1984; Khomyakova et al.
2011) IMocnemoBaTeabHOCTh PEAKIMIA JaHHOIO METa0OIMUYECKOrO MyTH, MPOJAEMOHCTPHPOBAHHOIO
B Haloarcula marismortui, mpusenena Ha pucyHke 5.

B Hem riyramar um3oMmepHu3yeTcss B MeTWJIAacHapTaT, METHJaclapTar jaajee depe3 psaf
POMEKYTOUYHBIX COEAMHEHHWH pacmagaercs ¢ o0pa3oBaHMEM TJIMOKCHIATa W MponuoHMI-KoA.
[Tpormmonun-KoA kapOokcunupyercs 10 cyknuHata (mponuoHui-KoA kapOokcuiazoi), CyKIMHAT
yepe3 peakiun L[TK okucnsercs o okcanoanerara, pereHepupys akIenTop anerata U 3aMblKast
UK. YHUKaJIbHBIMH B 3TOM META0OJIMYECKOM IIyTH SBJISIOTCS PEAKLUHU, OCYIIECTBIISEMbIC
depmentamu: rayramarmyTason (EC: 5.4.99.1), metunacnaprar-ammonuii-nuazoi (EC: 4.3.1.2) u
cykuuamt-KoA:me3akonat KoA-tpancdepasoit (EC: 2.8.3.-) (Khomyakova et al. 2011).
['myramatmyTasa mpeodpasyer L-rmyramat B L-Tpeo-3-meTmnacnaprar. MeTunacnapraT-aMMOHHMIA-
Jaua3a OCyllecTBIsieT oOpa3zoBaHue u3 L-Tpeo-3-merTuiacmaprata Me3akoHaTa M aMMOHMSL
Cyxkuuani-KoA:me3akonar KoA-tpancdepasza ocymectrisier nepeHoc KoA ot cykmuami-KoA Ha

Me3aKOHAT ¢ 0O0pa3oBaHueM cykinHara u 2-metmindymapuin-KoA (Khomyakova et al. 2011).
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HUC-aKOHHTAT

auernn-KoA ) )
LHTPAT H30LIMTPAT

OKCaJloaLeTaT
OKCAJIOCYKLIMHAT

S-manar CO,
atetun-KoA
2-okcorayrapar

dbymapar

CylgiHaT

cykuuHmni-KoA

TTTHOKCHTIAT L-rnyramar

L-tpeo-3-meTunacnaprar

2-metundymapar
HCOy ymap

nponuoui-KoA 2-merundymapun-KoA

L-apurpo-3-metnnmanii-KoA

Pucynok 5. Cxema metunacmapraraoro iukiaa (Khomyakova et al. 2011).

Humpamanamuotit yukn TOKa3aH y TMyPIypHBIX HECEPHbIX OakTtepuit RSp. rubrum
(lvanovsky et al. 1997) u Rba. sphaeroides 2R (Filatova et al. 2005a). ITocnenoBaTeabHOCTh
peakmuii 3Toro nuKiIa oroOpaxeHa Ha pucyHke 6. B stom mytu anerun-KoA u TIBK mon
JNEHUCTBHEM LUTpaMalaTCHHTa3bl KOHACGHCUPYIOTCA B I[HMTpamanar, KOTOPBIH C Yy4YacTHEM

me3akoHassl (EC: 4.2.1.34) npeBpariaercsi B Me3aKOHaT.

anetun-KoA
LlHTpa\iéL"laT
nupyBaT
uesamual
oKcanoa ueTaT \
/ \\ MeszakoHHI-KoA
MaJjar
\ 3-metunmanun-KoA
CYKLIMHAT
nponuonun-KoA

auetnin-KoA TITHOKCHIIAT

PucyHnok 6. Cxema nurpamanartoro nukia (dumarosa, 2005).

[locnennmii mpeBpamaercs B Me3akoHWI-KOA, KOTOpeI gmanmee mpeBpamaeTcss B
MetiiManmi-KoA. Mertunmamuin-KoA  pacmieruisiercs Ha TVIMOKCHJIAT W TponuoHMI-KoA.
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['muokcunar moxeT BoBiekaThesi B L[TK depe3 mamaTrcuHTasHyro peakinio, oOpa3oBaBIIMICS B
pesyibTaTe Manar obecrnedynBaeT OMOCHHTETHUYeCKHe NoTpeOHocTH KieTok B C4-cyOctpatax. B
CBOIO oYepenb, MponuoHmI-KoA B Xoze psjaa peakiuii co cragueil oopazoBaHus CyKIMHHI-KoA
npeoOpazyercst B [IBK, KoTopbIii 3aMbIKaET UK.

Omunmanonun-KoA nymep (3THIMATOHWIOBBIA TYyTh) OBUT OOHApPYXEH y HEKOTOPBIX
metunorpodos (Korotkova et al. 2002; Peyraud et al. 2009; Smejkalova et al. 2010). B pe3sysbrate
(GyHKIMOHMPOBaHUS 3TOro Iukia u3 auetuin-KoA u 2 monekyn CO; obOpa3yercss 2 MOJEKYJbI
rmmokeunata, KoA u H+ (pucyHok 7A). Ilpou3BeneHHBI TJIMOKCHIAT MOXXET OBITH Jaiee
npeodpazoBan B @DFEIl uyepe3 cepuHOBBIH IMyTh, KOTOPBIM ACCUMMIUPYET OJHY YIJIEPOAHYIO
enunuiy depe3 N5, N10-merunen-terparuapodonar (Erb et al. 2007). Bapuant storo myTH,
XapaKTepHOro Ui MyphypHOil HecepHoit Oaktepum Rba. sphaeroides (Alber et al. 2006),
n3o0paxen Ha pucyHke 7b. B otnmume ot mytu M. extorquens AM1, B BapuaHTe 3TUIMATIOHWII-
KoA nyrtu Rba. sphaeroides oGpa3oBaBmimiicsi MIMOKCHIAT KOHACHCHUPYIOTCS ¢ anetwi-KoA ¢
obpazoBannem Manuia-KoA, KoTopslii ganee ruaponusupyercs 1o manara u KoA. Takum o6pazom,
B >TuiIManoHm-KoA nukine mypmypHoi HecepHoW Oaktepuu w3 3 monekyn anetun-KoA u aByx
monekys CO, oOpa3yeTcst oiHa MOJIeKyJla Majara | OJlHa MOJIeKyJIa CyKIIMHMI-KOA.
3-euopoxcunponuonamusiii yuxkn (pucyHok 8), oOHAapyKECHHBIH y 3€JCHOW HeCcepHOW OakTephu
Chloroflexus aurantiacus (Strauss et al. 1993), Tax:xe MokeT yuacTBoBaTh B BocrmonueHnn 1[TK.
JlaHHBIN aHAIUIEPOTHYECKUN MyTh COCTOMT M3 ABYX uukioB (Zarzycki et al. 2009), umerommx
obmue peakuuu (repsbie Tpu). B mepBom mukie u3 anetwn-KoA B pesyibTare psiia peaxiui
obpasyercsa S-manui-KoA (pucynok 8A), koTopslit pacuieruisieTcs: Ha anetuia-KoA (Bo3Bparaercs
B IMKJI) M TIMOKcuiar. [ymokcunar mpeoOpasyercss lanee B peaklusX BTOpPOro LUKiIa — 3-
THJIPOKCUIIPONMOHATHOTO IMyTH (pucyHOK 8b) ¢ o6pazoBanuem (3S)-uurpamanuin-KoA. Iocnenuuii
Ha 3aBepuIaoNeM 3Tamne paciueruisiercs ¢ obpasoanueMm [IBK u amerun-KoA. B pesynbrarte
MOJTHOTO 000pOTa JBYX LHKIOB B aBTOTPO(MHBIX YCIOBHSX POCTa M3 3 MOJEKyJ OmkapOoHaTa
obpasyercsa 1 monekyna [IBK. Ecnu paccmaTpuBaTh 3-rHapOKCUIIPONTMOHATHBIN MyTh KaK CIIOCO0
BocniosiHeHust L{TK npu ¢doroaccummianum anerara, TO TaKoe BOCIOJHEHHE BO3MOXKHO 3a CUET

00pa30BaHus B IEPBOM IHMKJIE 3-TUAPOKCUIIPOITMOHATHOTO MY TH CyKIIMHUI-KOA.
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A 2 x anetun-KoA B 2 x auetun-KoA

aueroaueTHi-KoA aueroauetun-KoA

(R)-3-ruapokcu-
oyranonn-KoA

(R)-3-ruapoxkcu-
Oyranonn-KoA

KporoHuI-KoA kpoToHHiI-KoA
CO, /'/p—\* Oytupun-KoA CO,

(28)->Tunmmamonnn-KoA CO, (2S)-atunmanonun-KoA

(2R)->runmanonmnn-KoA (2R)-atunmanonnn-KoA

(28)-meruncykuunun-KoA (2S)-mernacykununn-KoA

¥
2-metundymapun-KoA 2-merundymapui-KoA

L-3purpo-3-metnnmanun-KoA L-3purpo-3-mernnmanni-KoA

nponroHnun-KoA FITHOKCHIAT nponuonun-KoA [THOKCHIIAT
JTHCOy JTHCOy
(S)-mernnmanonun-KoA (S)-mernnmanonun-KoA auetun-KoA

(R)-metunmanonun-KoA (R)-merunmanonun-KoA L-manun-KoA

(S)-cykumnun-KoA = (S)-manar (S)-cykumann-KoA (S)-manar

Pucynok 7. Cxema stunmanonmin-KoA myTtu: A — BapuaHT IyTH, TPOJAEMOHCTPUPOBAHHBIH
B M. extorquens AM1; b — BapuanT myTH, IpoieMOHCTpUpoBaHHbIi B Rba. sphaeroides (Tang et

al., 2011).
A TJIHOKCHJIAT HHpyBat b
10¢
2 x auetun-KoA (S)-marpamasmi-KoA
10a
(S)-manmun-KoA 1 2HCO; 13
\
2 x manonn-KoA meszaxoHmI-C4-KoA
7 2
Majar
0 1 12
2 % 3-ruApOKCUNPONHOHAT
8 mezakoHun-C1-KoA
3
cykinHun-KoA
/v 11
5,6 2 x nponuoHun-KoA.
4 106 (2R,3S)- B-metunmanun-KoA

(S)-metnnmanonun-KoA

HCOy FJITHOKCHIIAT

Pucynok 8. Cxema 3-runpokcurnponuonarHoro nukia (Zarzycki et al. 2009).
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Boccmanosumenwvuoiii.  yuxkn — mpuxapbébonosevix kuciom (BITK, pucynoxk 9)
dbyHKIIMOHUpYeT y OakTepuid, He oOnamarmux NoaHbIM Habopom depmentoB L[TK (3emeHbix
cepHbix Oakrepuit (Evans et al. 1966a), mypmypHbix cepHbix Oaktepuii (Kondratieva et al., 1981),
ucnione3ytonmx BI{TK kak myTs aBTroTpodHO# Pukcammu CO, u myTh accuMmisinuy arerata. OH
SIBJISICTCSI, TI0 CyTH, pabOoTaroIMM B 00paTHYI0 cTopoHy okuciuteabHbIM [[TK. AHammepornueckyro
(YHKLIMIO  BBINOJHSET  IOCJIEAOBAaTENIbHOCTh,  HAUMHAIOINASACS C  BOCCTAHOBHUTEIBHOIO
kapOokcunupoBanus — anetwi-KoA go ITIBK, karanusupyemoro ¢eppernokCHH-3aBUCUMON
nupyBarcuHTa3oil. [IBK npespamaercs B @EII u nanee B IIIYK. B pe3ynbrate nmomnoro obopora
ATOTO NHWKJIA B aBTOTPO(MHBIX YCIOBUSAX (UKCUPYIOTCS 4eTblpe Monekyinsl CO, ¢ oOpazoBaHneM

oaHoit mosekyisl [I[YK.

aueTun- KoA anyBaT — OEIl

>‘ okcaioa ue’raT /%
CO,

LIHTpaT

3 K A
/ ( S)-mitpiz-Ko (S)-manar

yuc-akoHuTar

|

H30IHTPaT (bymapar

MCO2 /

2-oxcormyTtapat
Co, CYKLIMHAT

cykuuuun-KoA ~

Pucynok 9. Cxema Boccranosurenbroro IITK (Tang et al. 2011).

OnHuM M3 KIIOYEBBIX (DEPMEHTOB MyTH sBiseTcsl 2-okcoriyrtaparcunrasa (EC: 1.2.7.3;
1.2.7.11), xoropast kaTanu3upyeTr oOpazoBaHue 2-okcoriyTapara u3 CyKuHWI-KoA u COs.
YHUKaTBHBIMH TaKXke SBISAIOTCS ¢depMeHThl, KaTanmmsupyomue ATd-3aBucumoe obOpazoBaHue
aretrn-KoA u okcanoarierata u3 nuTpara (3aMeHseT HeoOpaTUMYIO IUTPATCHHTA3Y, PA0OTAIOILYIO
B okucaurenbHoM L[TK). V 3enensix cepubix Oakrepuit (Antranikian et al.,1982; Wahlund, Tabita,
1997; Kanao et al., 2001) u npencraBureseii e-Proteobacteria (Campbell et al., 2003; Hugler et al.,
2005; Takai et al. 2005) ata peakuus ocyiecTBisieTcst oopatiumoit AT®-3aBUCHMO# IUTPATIHA30H
(EC: 2.3.3.8). B Hydrogenobacter thermophilus Ta sxe peakims ocymiecTBIsI€TCsI MOCISI0BATEIBHO
JBYMSI pa3HBIMU (epMeHTaMu - UTpuiI-KoA-cunTterasoi u nutpui-KoA-nuraszoi (Aoshima et al,.

2004). [epssiii u3 3THX pepmenToB Katanusupyroer ATd-3aBucumoe popmupoBanue nutpui-KoA
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W3 LIUTpaTa U KOPH3UMA-A, BTOpOH — nocieaymouiee pacuieruienne nutpui-KoA Ha anerun-KoA u
OKcaJjoarerar.

IIpu pocre Ha cpene c¢ aumeratrom mia BocnonHeHua nyna LIYK  ngocratouno
(YHKIMOHUPOBAHUS W3 3TOTO0 LUKJIA NMUPYBAT:PEPPENOKCHH OKCHIOPEAYKTa3bl B COUCTAHHUU C
KapOOKCUITUPYIOMHUMH (PepMEHTaAMHU.

Hukn Kanveuna—bencona (pUCyHOK 2) MOXET CIY)KHUTh HCTOYHHKOM cyoOctpata mis C3-
KapOokcunas: obpasyromuiics B 3ToM MetabonndeckoMm nytu 3-OI'K mon neiictBuem (epMeHTOB
JIMKOJUTHUYECKoro nyth Moker mpeBpamatbess B @DEIl u IIBK. J[lanee onu wMoryr
KapOOKCHIIMPOBATHCS 0 MaJjlaTa WIIH OKCaJloaleTara.

3-2uopokcunponuonamuslil/4-2udpoKcudymupammulii YUK OBLT HaiiIeH B
Metallosphaera sedula (Berg et al., 2007). Dtot MmeTabonuyeckuii myTh (pucyHok 10) HauMHACTCS C
peakiuu kapOokcumiupoBanus anetwi-KoA no wmanonun-KoA. Hekoropsie mpomMexyTOYHbIE
3BEHbS M PEaKIHH KapOOKCHJIMPOBAHWS OTOTO TMYTH COBMNANAIOT C pEaKkuusIMu  3-

TUAPOKCUIIPOITMOHATHOI'O IIHUKJIA.

16 auetuin-KoA

aueroauetun-KoA auernn-KoA HCOy
/715 1N

(S)-ruapoxcndyTupun-KoA vanonn-KoA
/14 2\
KpoToHMIT-KoA MaJIOHAT CCMHANIBACTH
13 3 \,
4-ruapoxcubyrupun-KoA 3-ruAPOKCUIIPONIMOHAT

\ 4
4-runpokcubyTHpaT 3-ruppokcunponuonuia-KoA

11 5/

CYKLIMHAT CEMHAIBACTHI akpuiiona-KoA
10 6
cykumnui-KoA nponuoHuI-KoA
8,9 7

meruamanonun-KoA — HCO5

Pucynok 10. Cxema 3-ruipOKCHIIPONUOHATHOT0/4-THAPOKCHOY THPATHOTO IIMKJIA (CXema
COCTaBJIeHa Ha 0cHOBe nH(popmaiu 6a3bl nanHeix KEGG Pathway).

OnvH TONMHBIA TOBOPOT 3TOTO IHMKJIA B aBTOTPO(HBIX YCIOBHAX pPOCTa TMPHBOIAWT K
00pa30oBaHUIO IBYX MOJEKyN auneTuia-KoA, ogHa M3 KOTOPBIX IMOBTOPHO HCIIONB3YETCS B IHKIIE,
Jpyrasi ICHIONb3yeTcs A1l OMOCHHTEe3a MaTepuaia KieTky. [Ipn Hamuauy S5K30reHHOTo aneTara s
BocrionHeHust myna LYK nocrarouyHo ¢pyHKIMOHMPOBaHUS OOLIMX C 3-TMAPOKCHUIPONHUOHATHBIM

IIUKIJIOM (DE€PMEHTOB.
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Huxapooxkcunam/4-czudpokcudymupamuslii. yukK1, Ha3BaHHBIA MO €ro MPOMEXKYTOYHBIM
3BEHbSAM: CYKIIMHATY (CBOEro pojia IMKapOOKCHIIAT) U THAPOKCUOYTUpaTy (pucyHok 11). DToT muki

Obu1 Haiinen Tonbko y Ignicoccus hospitals, crporo ana’poOHBIX THIEPTEPMOMUIBHBIX apXesx

(Huber et al., 2008).

14 auetun-KoA

aueroauetwi-KoA  auernn-KoA CoO

13 N

(S)-runpokcudytupun-KoA MUpyBaT
7 2\
kpoTroHHJI-KoA DEI )
f 1 3 rHCO-‘
4-ruapokcubytupun-KoA OKcasloaLeTar
'ﬂ 10 4J
4-rugpoxcudyrupar Maiat

\? 5/

CYKLIMHAT CEMHAIbACTHI dymapar
N8 6
cykuuHuin-KoA 7
CYKLIMHAT

Pucynok 11. Cxema nukapOokcunat/4-ruipoOKCUOY TUPAaTHOTO IIMKJIA (CXeMa COCTaBJIeHa Ha

ocHoBe uH(popmanun 6a3bl nanaeix KEGG Pathway).

[lepBas monoBuHa 1ukia, ot auetwi-KoA no cykumaun-KoA, coorserctByer BIITK
(pucyHok 9); mocieaHsAsA MOJIOBHHA IHKIA, OT CyKIuHMI-KOoA mo aByx mosekyn aretuia-CoA,
COOTBETCTBYET 3-THAPOKCUIIPONUOHATHOMY/4-TUAPOKCUOYTUpAaTHOMY LUKy (pucyHok 8). Ilpu
ACCUMWJISIIIMM alleTaTa B KAaueCTBE €JMHCTBEHHOI'O MCTOYHHUKA YIJIepoja JUIsl BOCIIOJHEHUS ITyJia
HIYK nocratouHo ¢yHKunoHupoBanus, kak u B ciaydae BI[TK, mnupysat:deppenokcun
OKCHJIOpEyKTa3bl B COYETAHUH ¢ KapOOKCUIUPYIOIIUMHU (epMEHTaMU.

1.3.5.1. Peryasiuusi paGoThl IJIMOKCHJIATHOTO IIMKJIA.

B E. coli perynupoBanre paboThl KOHKYPUPYIOIIMX 32 U30LUTPAT TITHOKCHIATHOTO [IUKJIA U
LTK ocymectisiercst Ha ypoHe WUIIJI n m3ouutparaerunporenassr (ML, EC: 1.1.1.42) 3a cuer
WHAKTHBALMU Mociaeaneil yactuunbiM (ochopunmuposanuem (Garnak, Reeves, 1979a; Garnak,
Reeves, 1979b). V OGonpumHctBa Oakrepuit UIAI siisiercss HAJI®D-3aBucuMbiM  hepMEHTOM.
Bakrepun, umeronue HAJI-3aBucumyro MIJIT", HecmocoOHBI K pOCTy Ha amerate U JuO0 MMEIOT
HEJIOCTATOK B JbIxaTesibHOM 1emny, 6o HermonHbiit [{TK (Chen, Gadal, 1990). Cioco0OHbIe k pocTy
Ha arerate Oaktepun wucnoyib3yioT HAJID-3aBucumble ¢GepMeHThI, 4YTOOBI CHHTE3UPOBATH
mosekysisl HAJI®H, neobxomumeie aast 6uocunteza (Walsh, Koshland, 1984; Walsh, Koshland,
1985). Ho GakTepuu, criocoOHbIe K poToreTepoTpoHOMY pOCTy Ha arerare CUHTe3upyroT 10 90%

HAA®H wu3 nmpyrux ko-daxrtopoB (Hampumep, HAJIH), oOpaszyembix 3a cuer AT® u3 mytu
33



[IUKJIMYECKOT0 TIEPEHOCa AJIEKTPOHOB. DTO HaOMIOANHM y IMypHypHOH HecepHo# Oaktepuu RpS.
palustris ucrmonp3yromiel TIIMOKCHIATHBIA UK pu accumusinuu arerata (McKinlay, Harwood,
2010). TIpogemoncTpupoBaHO Takke, uto HAJI®® MokeT 3ammTuth akTuBHbI caiit UL ot
aTaku HeckoJibkumu niporeasamu (Garland, Nimmo, 1984).

Mexanusm obpatumoit nnakruBaiuu U dochopunmmpoBanrem moapoOHO paccMOTpeH
B 0030pe (Cozzone, 1998). B stom ciyvae peakiuio GhochopuarnpoBanus u 1ehochOopuInpoBaHus
katammsupyet hepment UIJT kunaza/docdaraza ¢ EC 2.7.11.5 (LaPorte, Koshland, 1982). B E.
coli atot depment taxxke mposiBisier aktuBHOCTh AT®a3wr (Stueland et al. 1987). M3BectHo MHOTO
MeTaboJIMTOB, KOTOphIe BiUsIOT Ha aktuBHOCTH MII/IT" kunazwl/pocdarassl in vitro. Marudupyrot
KHHA3y W aKkTUBUPYIOT (ocharazy craemyromume wmetabomuter: AP, AM®D, wusonurpar,
okcaoarietar, a-keroriayrapar, ®EII, 3-OT'K u IIBK (El-Mansi et al. 1985.; LaPorte, Koshland,
1983; Nimmo, Nimmo, 1984). AT®, kak ko-cyOcTpar ajsi KHHA3bl U aKTUBATOP sl pocdarassl, a
takoke HAJI®H, xoTopblii HMHrubupyer o0€ aKTUBHOCTH, SBISIOTCS HCKIIOYEHUSIMU U3
BBILICTIPUBEICHHOTO CIHCKA. VHrumOmpoBaHMe KHHA3  M30LUTPATOM HMEET CUTMOWIATIBHBIN
XapakTep, BO3/ACHCTBHE APYIMX IIEPEUHCICHHBIX BEUIECTB — runepOoamyeckuil. Kaxapiii w3
paccMaTpUBaeMbIX MHTMOUTOPOB KMHA3bI MOKET MOJHOCTBIO MOJABIATh KMHA3HYIO aKTUBHOCTD, a
aKTUBHOCTH (hocdarasbl NOBHIIATH B 2-3 pa3za. Jpyrue coenuneHus: nurpar, Gppykro3o-6-docdar,
rimokcwnat u HAJI®+ uHruOupyroT KnHa3y, HO OKa3bIBAIOT cliaboe Bo3zeiicTBre Ha (ocdarasy.

OTH Ke WM Jpyrue MeTaOOJMThI MOTYT OKa3bIBaTh BiHMsHHE Ha akTuBHOCTH UIUJI u
manarcuHtasel (MacKintosh, Nimmo, 1988). Ilpu u3yuenun uucroro npenapara ULIJI u3z E. coli
ML 308 mokazano, uyro ®EIl u cyknmMHAT OKa3bIBAIOT HEKOHKYPEHTHOE HHTHOHMPYIOIIEE JICHCTBHEC
Ha (hepMEeHT OTHOCUTEIBHO N30IUTPATA, OJJHAKO B KOHIICHTPAIMAX OOJIBIINX, YeM HaOIr01aBIIHeCs
(u3HoNorNuecKre KOHIEHTpau. bosee neTaapbHble KWHETHYECKHE UCCIeIOBAaHHS MOKa3ald, YTO
@OEII ckopee Bener cebs Kak aHAIOr CyKUMHATa W B ajulocTepuueckue 3(PQeKThl He BOBICYEH
(Ashworth, Kornberg, 1963). DTtu pe3ynbTarhl, NEPBOHAYAILHO MPOJCMOHCTPUPOBAHBI HA
depmenTte uz Pseudomonas indigofera (Williams et al. 1971). Kpome Toro, BeposTHO, HET HUKAKOMH
KOppeISILMK M MEXIYy BHYTPUKICTOYHBIMH YpOBHSIMH oOkcanoanerata, [IBK, mwmrtpata wnnmm
U30LUTpaTa W aKTHUBHOCTHIO (epMeHTOB TimokcwiarHoro myHTa (Lakshmi, Helling, 1978).
['mukonar, aHamor riMoKcWiIaTa, OKa3blBaeT KOHKYpEeHTHoe MHrubupytomee neictsue Ha MIJI
OTHOCHTEIILHO TJIMOKCHIIaTa U HEKOHKYPEHTHOe OTHOcHTeNbHO cyknuHaTta (MacKintosh, Nimmo,
1988). 3-OI'K sBusieTcss KOHKYPEHTHBIM HMHIHOMTOPOM B HM3OIMTPATIMA3HON pEaKIUH, €ro
BHYTPHKJIETOYHAsI KOHIICHTpALMsl TPU pOCTE Ha arerare paBHa 2.5 MM, 4TO AOCTaTOYHO ISt
cyliecTBeHHOro BinusiHus Ha nesrenbHocTs UL, u npu pH 7.3 npusener k yBenuuenuto Km ans

depmenTta ¢ 63 uM 1o 0.26 MM (MacKintosh, Nimmo, 1988). lmerotcst muTepaTypHbIe JaHHBIE O
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perymsinuu paboThl TIIMOKCHWIATHOrO IMKia B E. COli Ha ypoBHEe TpaHCKPHIIIMU M TPaHCISLIUH
(Cozzone, 1998). B E. coli u S. typhimurium mpoaeMoHCTpUpOBaHA BO3MOXHOCTb YYacTHS B
aKTUBAllMM DJKCIpeccMu TeHOB Merabonmusma amerara (MIJI, MC, HIAI) penpeccopa
¢pykro3Horo perynoHa FruR, xoropeni sBISETCS IIJICOTPONHBIM  TPAHCKPUIIIHOHHBIM
peryinsatopoM. OH ympaBiseT SKCIPECCHEd HECKOJIBKHX TJIaBHBIX IIyTE€H, BKJIIOUCHHBIX B
yrIIepoaHblii U sHepreTudeckuii Metaboamsm (Chin et al. 1989; Geerse et al. 1989a; Geerse et al.
1989b). K »tum myTssm ortHocstcss rimkonu3, I[TK, TTHOKCHIATHBIA IIYHT, TIFOKOHEOTCHE3 M
AIIEKTPOHHBIN TPAHCIIOPT, a TakXKe MyTh DHTHepa-/ynoposa u nento3opocdarusiii myTh (Saier et
al. 1996). FruR ynpaBnseT skcrpeccrell HECKOJIBKAX T€HOB HETaTWBHO WJIHM IOJIOXKHTENIHHO. B
oTHoIeHnu reHoB rmokoHneorenesa u UIJI, MC, ULT" kunassl/pocdaTasbl oH nposBiseT cels
kak aktuBatop skcnpeccun (Chin et al. 1989; Ramseier et al., 1995).

Perynsmus ¢ynkumonupoBanus ravokcunataoro mukina u LITK B Rba. capsulatus 3a cuer
uHakTuBanuu UL gactuuneiM ocdoprmupoBanrneM HE MPECTABISETCS BOZMOXKHOM, TaK Kak
M0 pe3yJIbTaTaM CEKBEHUPOBAHMS MOJHOTO TeHoma Oaktepum (Strnad et al., 2010) rema ML
KkuHa3bl/pocdaraser  Oaktepust He wumeer. Tawke y Rba. capsulatus oTcyTcTBYIOT TeHBbI
TpaHCKpUMNIMOHHOTO pernpeccopa ICIR, Genka YjaC (mpeAmnonokuTebHO, MOJaBIsSeT aKTUBHOCTD
HIJT u MC), obuapyxkenusix B E. coli (Cozzone, 1998). OGcyxmaeTcss BO3MOKHOCTD
MeTtabomuTHON peryisiuuu aktuBHocTH WA M pepMEeHTOB TITMOKCHIIATHOTO IHMKJIA B JaHHOU
Oakrepuu. M3 nuteparypHbIX HCTOYHUKOB U3BecTHO, uyto MIIJT Rba. capsulatus - uuaaynubenbHbIi
(epMeHT: ero akTMBHOCTH IOSBJISIETCS B NPHUCYTCTBUU alleTaTa KaK €IWHCTBEHHOTO HCTOYHHUKA
yriepona (Nielsen et al. 1979). MIJI akTHBHOCTh OTCYTCTBYET IPH POCTE KYJIBTYPhI Ha MaJlaTe KaK
B (hoTOTpOdHBIX, TaK U B TCMHOBBIX a’poOHBIX ycinoBusx pocta (Kornberg, Lascelles, 1960), a yxe
nposiBuBIasics aktuBHocTh MIJI mogasnseTcs npu noGanenun manata B poctoByto cpeny (Nielsen
et al. 1979). Taxxke in vitro moka3zano, uto MI[JI noaBepkeHa auIOCTEPUUECKON PETYISIHU. 2-
okcormyTapar, okcanoarnetat, [IBK, rmuokcunar u AJI® npuBoasT kK cHuxeHuto aktuBHocTu UL,
anetnin-KoA — K wacTHyHOMY CHWXEHHIO. B To ke Bpems amerat, cykuuHat W D,L-mamat He
okas3piBatOT BiusHUA Ha aktuBHOCTh MI[JI (Blasco et al. 1991). Kpome Toro, mpoBOIHIHCH
OKCIIEPUMEHTBI 110 BIUSHHIO MMOJABJICHHS MPOIECCOB (POTOCHHTE3a B alleTaTHBIX KyJbTypax Rba.
capsulatus wa MIIJI aktuBHOCTh. Mcxonst M3 STHX pe3yibTaToB, OBLIO TMPEANOIOKEHO, YTO
OCBELIEHHOCTb MOXKET OBITh PETYJIATOPHBIM (PAKTOPOM JUIsl TIIMOKCHUIIATHOTO LIMKJIA, HO TpeOyroTcs
JIONIOJTHUTEIIbHBIC UCCIIeI0BaHMs B 3ToM Hampasienuu (Blasco et al. 1991).

[Tokazano, 4ro npyras myprypHas Oaktepus RpS. palustris mcronbs3yer TiIHMOKCHIATHBINA
NyTh NpH (OTOTACCHMUJIISIMM aleTaTa B CTaJUM aKTHBHOTO POCTa KYJBTYPHI, a MPH MEPEeXoJie B

CTallMOHApHYIO (a3y pocTa Jake NMPH HAIMYHMU aleTaTta B POCTOBOH Cpelie METa0OIHM3HPYET ero
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uepe3 I[TK (McKinlay et al., 2014). HAJI®"-3apucumas ULIJIT" 3Toii GakTepHH HE3HAUMTEIHHO
ommmuaetcs or HAJI®+-3asucumeix UL/ u3 dporoasToTpodHoii 6akrepuu Chlorobium limicola
u rereporpoduoit E. coli (Lebedeva et al. 2002). UIIAT" Rps. palustris, kak u ¢pepment uz Chl.
limicola, ocyiiecTBisseT U peakIui0 OKUCIUTEIBHOTO JAEKapOOKCHUIMPOBAHHS H3OLUTpaTa 10 2-
OKCOTJTyTapara M pPeakIHI0 BOCCTAHOBUTEIHHOIO KapOOKCHMIMPOBAHUS 2-OKcOriayTapaTta Mo
usonurpara. In vitro mpoaeMoHCTPUPOBAHO, YTO MPOIYKTHI PEAKIIUH (2-OKCOTITyTapaT JIsl TPSIMOi
peaKiuu W U3OLUTpAT g OOpaTHOM peakluu), SBISIOTCS MOIIHBIMH HHTHOUTOpPAMH
U30LUTPATAUTUAPOTCHA3HOM ¥ 2-OKCOTIyTapaTKapOOKCHIA3HOW  peakiyii, COOTBETCTBEHHO
(Lebedeva et al. 2002). Dddekr 6uxapdonar-unona, HAJI®', 1 HAJIOH na npamyro u o6paTHYIO
peakmuuio UL/ menee Beipaken. Takue uaTepMmenuatsl L[TK, kak ®EII, 2- u 3-®T'K, [IBK, a
TaK)Ke aMUHOKHUCIOTHI (acrmapraT, ajaHWH W aclaparvH), TJIMKOJAT, aleTaT W MPOIMHOHAT HE
OKa3bIBAIOT BIMSAHUA Ha akTuBHOCTH, HMII/II' HM B OOHOM M3 HAaNpaBIEHUN OCYILIECTBISAEMOMU
peakuuu. ['muokcunar u okcanoanerar, 100aBjIeHHbIE 110 OTAEIBHOCTH B KOHUEHTpauuu 2.5 MM
HesnauntensHo wHruoOupytor WIAT Chl. limicola u Rps. palustris. B 1o ke Bpemst npu
COBMECTHOM J100aBIIEHUU OHH MPOSBIAIOT cebst kak MomiHble nHruouTopsl (Lebedeva et al. 2002).
Takum o0Opazom, HaOmogaemas uwyBcTBUTeNbHOCTE MIIJIIT K BO3AEHCTBUIO PACCMOTPEHHBIX
MeTabOIMTOB CBUJIETENBCTBYET B MOJIb3Yy BO3MOXKHONW META0OJUTHON PEryJssiuy MOTOKA BEIECTBA
yepe3 ranokcunaTHeid myTh win 1[TK B myprypHBIX HecepHbIX OakTepusx u Ha ypoBHe MIIJII.

Takum oOpazom, Ha akTuBHOCTH MIIJI Oka3piBatoT BiusHUE U (AKTOPHI BHEIIHEH CPEIbl U
BHYTPHKJIETOYHBIE METAOOJIUTHI.

1.4. CoBpemMeHHBIe MOAXO0bI K M3YYeHUIO MeTa00IM3Ma OaKTepHii.

B HacTosiiee BpeMs HakOIUIEH OOJBIION MacCUB AKCHEPUMEHTATIbHBIX JAaHHBIX, KOTOpHIE
HY>KJAIOTCS B CHCTEMAaTU3allMd M KOMILJIEKCHOM aHaju3e HJs TOro, 4TOoObl MOHSATH MPUHIUIIBI
OpraHu3allii XHUBOTO M CIIOCOOHOCTh OPraHW3MOB K aJanTallid NpPH W3MEHEHHH YCIOBHH
oKpyxatomiei cpenpl.  [lomHOCTBIO pacmmMppoBaHbl W aHHOTUPOBAHBI TEHOMBI Pa3IMYHBIX
MUKPOOPraHu3MoB. J[Ji HEKOTOPBIX BUAOB OakTepuil y)K€ IMOJIy4EeHbI JaHHbIE MPOTEOMHOrO U
TPAHCKPUIITOMHOTO aHalW3a NpHU BbIPAIMBAHUM B Pa3HBIX YCIOBUAX. HakomieHsl JaHHBIE O
(YHKIMOHAJIBHON aKTUBHOCTU BBIZICNICHHBIX U3 PA3IMUYHBIX BUJOB OPraHuU3MOB (epmeHToB. s
MHTEPIPETALNN YK€ HAKOIUIEHHBIX M BHOBb IOJIy4a€MbIX JKCIEPUMEHTAJIbHBIX JTaHHBIX CIIYKHUT
OTHOCHUTEJIbHO HOBasl AUCLMILIMHA 11O Ha3BaHHUEM CHCTEMHas OHOJIOTHSI.

BaxxHpIM 3TanmoM CHUCTEMHOIO aHallu3a MHUKPOOPraHHW3Ma SIBISIETCS PEKOHCTPYKLHUS €ro
MeTa0OJIMYECKOM KapThl, TO €CTh cOOp M BHU3yalIM3alUsl BCEX MOTCHIMATBHBIX OMOXMMHYECKHX
IPOLECCOB KJIETKU. OKCIEPUMEHTAIbHbIE JaHHbIE 00 AaKTUBHOCTH (EPMEHTOB U JaHHbIE

MeTa00JI0MHOIO aHalin3a, B3ATHICE B COBOKYIIHOCTH C IPOTCOMHBIMH, TPAHCKPHUIITOMHBIMHU H
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T€HOMHBIMH JTaHHBIMH TO3BOJISIFIOT PEKOHCTPYHUPOBATH MAaKCUMAJIBHO MPUOIUKEHHbBIE K PEabHBIM
oObekTaM Mozaenu Merabonu3ma. I[locTpoeHue TOYHBIX Mojeneld MeTadoau3Ma SBISETCS
HEOOXOIMMBIM YCIIOBHEM JJIsi TNPOTHO3UPOBAHUS TMOBEICHHS MHUKPOOPTaHU3Ma B PA3IUYHBIX
ycnosusix pocta (Wodke et al., 2013).

Cy1iecTByeT JIBa OCHOBHBIX IMOJX0/a K peKOHCTpYKIMU KapT metadbonusma (Francke et al.,
2005). OmuH HampaBieH Ha COCTaBICHHE CXEMbl MeTabOJM3Ma, MCXOIM W3 TMEePBOHAYAIBHBIX
JTAHHBIX AHHOTHUPOBAHUS T€HOMA, U MOCIEAYI0IIee YTOUHEHNE HATNYUS (PepMEHTATUBHBIX PEAKIIHIA.
Bropoil anroput™, KOTOpbIA Ha JaHHBIA MOMEHT UCIIOJIB3YETCS UCCIIEN0BATEISIMU Yalle, COCTOUT
U3 TICpBOHAYAILHOTO YTOYHEHHWS (YHKIHMA (EPMEHTOB U TOCIEAYIOUIeH PEKOHCTPYKIIHH
MEeTa0O0JIMYECKHUX My TeH.

HaubGonee nHpOpMaTUBHBIM SIBISETCS MEPBBIM aNTOPUTM, 3aKITIOYAIOIIUNACSA B MOCTPOSHUHN
CXeMbl Ha OCHOBE NEPBUYHON AaHHOTAIMM, TaK KaK OH BKJIIOYAeT BCE BO3MOXKHBIC PEaKIHH,
katanmsupyembie pepmentamu (Francke et al., 2005). DTOT aropuT™ BBINOTHSIETCS B JBa dTaIa.

Ilepswiii sman pexoHcmpykyuu memabonuzma 3akI0YaeTcsl B CO3JaHUU METabOoIMYeCcKOon
CXeMbl Ha OCHOBE aBTOMATHYECKON aHHOTaluu TeHoMa Oaktepuu. [louTm Bce moCTymHBIE
MOCJIEIOBATEIbHOCTH T€HOMa B HACTOSINEE BpEeMsl CHUCTEMaTHUeCKH 0OpabOTaHBI C IMOMOILBIO
ABTOMATH3UPOBAHHBIX IPOTPaMM, KOTOPBIE HACHTU(OUIUPYIOT KOAUPYIOUINE TIOCIEI0BATEIIEHOCTH
U (QYHKIHOHAJIBHO AaHHOTHUPYIOT TeHbl (mpeanosiaraeMbiM  (epMEHTaM  MPHCBAUBAIOT
COOTBETCTBYIOIIHME KaTaau3upyembie umu peakiuu) (Bork et al., 1998; Whisstock, Lesk, 2003).

3areM ¢ moMouIbio HH(GOPMAIIMH, IPEIOCTABICHHON (hepMEHT-OpUEHTUPOBAHHBIMU 0a3aMu
onoxumuueckux nanubix (BRENDA (Barthelmes et al. 2007), SwissProt (Boutet et al., 2007))
BBISIBJISIIOTCSL JIAHHBIE O JOIMOJIHUTENbHBIX AKTHUBHOCTSAX AaHHOTHUPOBAaHHBIX (EPMEHTOB U UX
CIIOCOOHOCTH KaTaJM3upOBaTh pa3MUYHbIE OMOXMMHUYECKHE MPEBpalIeHUs B METa0O0JIMYEeCKOM
yTH.

ba3zpr mMerabonuueckux TMyTeH, coAepiKallue OINUCAHWE OWOXMMHHM METa0O0IMYeCKUX
MIPOLIECCOB, MO3BOJIAIOT BBISICHUTH BCE OMOXMMHYECKHE PEAKIMH, B KOTOPBIX y4acTBYET TOT WU
WHOM MeTa0OIUT U OIpeNeTUTh B3aMMOCBA3b Mexay peakuusMu. K Takum 0azaMm JaHHBIX
oTHocsTcs, HanpuMmep, 6a3bl EcoCyc (omuchiBaeT mMerabonu3M kuineyHou maigodku (Karp et al.,
2002)) wiu UM-BDD (onmceiBaeT myTtu Kataboim3ma y pasHbix BuaoB Oakrepuit (Ellis et al.,
2006)).

PekoHCTpyKIMIO CcXeMbl MeTa0ONlM3Ma TakKe MOXHO TMPOBOAMTH, HCIONB3YS YKe
UMEIOIMECS] PEKOHCTPYKIMH DPOACTBEHHBIX OpPraHu3MOB. YacTo peakiuu TPpYNIUpPYIOTCS B

METa00INICCKHE IMyTH WX MOAYJIM, KOTOPBIC COXPAHAIOTCA Y HCCKOJIBKUX OPraHUu3MOB.
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Bmopoti sman pexkoHcmpykyuu 3aKIIOUaeTCS B TPOBEPKE «HA3HAUYEHHBIX» COTJIACHO
AQHHOTAIIMU PEaKIMi (BKIIOYAET MOUCK (PEPMEHTATHBHBIX «IPOOETOB» B META0OIMUECKUX IMyTSX;
MOWCK AHHOTHUPOBAHHBIX (PEPMEHTOB, CIIOCOOHBIX KaTAIM3UPOBATH PEAKIIMH, COOTBETCTBYIOIINE
«mpobenam» B cXeMe; MPOBEPKY BO3MOXKHOCTH YTWIIM3AI[MM WM BBIBEJACHHS BCEX KOHEYHBIX
NPOJYKTOB; ONKMCAHUE TPAHCIIOPTHOH CHCTEMBI, OTBETCTBCHHOW 3a HWMIIOPT HEOOXOIMMBIX
cyoctpatoB). CyIIecTBYIOT HECKOJIbKO MHHUMAIBHBIX TPEOOBAHHM K JIETATU3aAIMH, HEOOX0IUMOM
JUIS. PEKOHCTPYKIIMU TIOJTHOM MoJenu MeTaboiau3mMa OakTepuil. Bo-mepBbix, METa0OIMUECKUE My TH
JOJKHBI OBITh TPEICTaBICHBI B COOTBETCTBHHM C OCOOCHHOCTSIMH (DU3HOJOTHH HCCIEIyEMOTO
Opra"m3Ma, 4To TpeOyeT XOpOUIUX 3HAHWN (PU3HOJIOTHH MHKPOOpPTraHu3Ma. Bo-BTOPBIX, OCHOBHBIC
NyTH MeTabonm3Ma JOJDKHBI  OBITh  (DEPMEHTAaTHMBHO 3aBEpUICHHBIMU. [Ipu  OTCyTCTBHH
AHHOTHPOBAHHOTO ()epMEeHTa B METAa0OJMYECKOM IMyTH MOCTYJHPYIOT COOTBETCTBYIONIIYIO
AKTUBHOCTh B KIIETKE, KOTOpas B XOJ€ [albHEWIIEro aHanm3a OyIeT NOATBEpXKICHA WU
onpoBepruyTta. s moucka Takoro reHa MCMOJB3YIOT (PUIOT€HETUYECKHM aHaiau3 (epMEHTOB,
aHaJM3 CIMSHUS W TOpPSIKAa TEHOB B KOIUPYIONIMX paMKaX, M AKCICPUMCHTAIBHBIC JIaHHBIC
NPOTEOMHOTO M TPAHCKPUIITOMHOTO HccienoBanuid. OHAKO CYIIECTBYET Tiio0aiibHasi mpodiema,
TpeOylomias penieHus nepe MPOBEACHUEM 3allOJIHeHUs METabONIMYeCKUX MPOoOeIoB B MYyTAX: HE
BCEI/Ia sICHO, JOJDKHA 7 OBITh Ha3HaueHa (EPMCHTATHMBHAS AKTUBHOCTh B KJICTKE, WM JKE
METa0OJTMYECKUE PEaKIUU TPOTEKAIT MO 00XomHoMy TyTH. [lJIs pemieHus Takoro BoIpoca
UcclieioBaTeIM  oOpamjaroTcss K  JaHHBIM O  MEXaHM3MaxX MPOTCKaHWs  peakiuuil B
ONMU3KOPOACTBEHHBIX OpraHu3Max Hu O (U3MOJOTHHM HCcleayeMoro opranmsma. HaumbGonee
HA/ICKHBIMH JTaHHBIMH, U3 KOTOPBIX MOXKHO CJIEJIaTh BBIBOJ O BO3MOYKHOCTH MPOTEKAHUS TOTO WU
WHOTO MIPEBPAIICHUS B KIIETKE, SBISIFOTCS SKCIIEPUMEHTAILHBIE JJOKAa3aTeIbCTBA COOTBETCTBYIOMICH
OMOXMMHUYECKON aKTUBHOCTU. [lomyunTh WHOpPMAIMIO O CHHTE3UPYEMBIX B XOJC PEaKIUU
COCIMHEHUSIX MOXKHO TPOBOJIS, HAIPUMEP, OMUCAHHOE B CICAYIOIIEM Mojpa3zelie, MeTab0oIOMHOE
uccnenosanue (Osterman, Overbeek, 2003). B gomosHeHre K MOAYYCHHON YTOUHEHHON MOJICIH, B
cXeMe JOJDKHBI OBITh OINpENelICHbl OOpaTUMOCTh | JIOKalu3anus peaknuid. Hekoropsie
MeTa0oMMUecKue Wik (epMEHTATHBHBIC 0a3bl JaHHBIX MPEIOCTABISIOT WHPOPMALHUIO O THIIC
peaxmuii (UniPathway, KEGG, EcoCyc). Ecnu nundopmanus o Ture peakuuu HEIOCTYyIHa, TO Ha
OCHOBaHWW JaHHBIX 00 oHeprum [mOOca, a TaKKe HCXOId W3 HAIWYUS SHEPTeTUYCCKUX
skBuBajieHTOB (HAJIH miim AT®), BKIIIOUEHHBIX B PEAKIIMH, MOXKHO MPE/ITOJIOXKUTE 00PAaTUMOCTh
peakiuu (Ma, Zeng, 2003; Kummel et al., 2006). /Ins mocTpoeHHss TOYHON MeTabOIMUYECKOM
MOJIETTM HEOOXOAMMO TakKe YUYUTHIBATh KJICTOYHBIE CHCTEMBl TPAHCIIOPTa METa0OJIUTOB.
TpaHcriopT MeTabOJIMTOB MOXET OBITh OMHCAaH C TOMOIIbI0 HHCTPYMECHTOB CpPaBHHUTEIHHOU

T€HOMUKH, KOTOpbIE HJIEHTU(GUIUPYIOT TPAHCHOPTHbIE (EPMEHTHI HAa OCHOBAHMM JAHHBIX O
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TPAHCIOPTHBIX CHCTEMax MHKpoopranu3amoB (Hampumep, TransportD (Ren et al., 2004)). Tem ne
MEHEeE, METOAbl AaBTOMATHUYECKOrO aHHOTHPOBAHHS BpPsA JU CHOCOOHBI OMPENEIUTh HaIUdue
cnenu(uyeckux OeNKOB-TIEPEHOCYMKOB B KIETKe. J[aHHBIE O TNEepeHOCHMBbIX 4Yepe3 MeMOpaHy
METa0OJUTaX YacTO IOJNyYaloT, HCIONB3ys HHPOPMAIHMIO O (PHU3HOIOTHHM MHKPOOpraHH3Ma W
CITOCOOHOCTH TOTPEOJIATh MUTATENNbHBIC CyOCcTpaThl. PekoHCTpyKIns MeTaboau3Ma oOecreurnBaeT
wiatopmy A BU3yadu3alui U aHaIH3a METa00IOMHBIX JIAHHBIX.

1.4.1. [lepBuyHasi aBTOMATHYECKAasi AHHOTALMS T€HOMA.

AHHOTalUsSg TEHOMa — 3TO Tporecc MapkupoBku TreHoB, TPHK wu npyrux oOBEeKkTOB B
nocnenosarenbHoctu JJHK (Ceepmiios, 2009). Tpu xomona (TAG, TGA, TAA) He xomupyrot
AMUHOKHCIIOT, a SIBJISIOTCS CUTHAJaMH OKOHYAHUS TPAHCISALUU, IIOATOMY OIpPENeIUTh KOHEI T'eHa
HecnoxkHO. OnHako kogoH ATG He TONBKO yKa3bIBaeT Ha HA4alo I'eHa, HO M BCTpPEYaeTcs B
cepenuHe, Tie KOAUPYeT aMHHOKHUCIOTY MeTHOHHH. KpoMe Toro, komoH ATG MOXKeT BCTPETUTHCS
U B CIIy4aifHOM MecTe BHe reHa. [loaToMy pacrozHaBaHHe TeHa — 3TO HEMIPOCTas 3a1a4a.

CaMbIM TPOCTBIM CIIOCOOOM pAcCIO3HABAaHUS TEHOB SBISETCS TOUCK TMPOTSHKEHHBIX
OTKpBITBIX ~ paMoK  cuuThiBaHus (OPC). Ot kaxAoro MOTEHIHUAIBLHOTO  CTOM-KOJOHA
MOCIIE0BATEIHHOCTh MMPOCMATPHUBACTCS TI0 TPH HYKJICOTHIA CIIpaBa HAJIEBO JI0 TE€X IOp, MOKa HE
BCTPETUTCS NPEIBIIYIIHNA CTOM-KOAOH. [ €HbI MOTYT HaXOJUThCS TOJIBKO BHYTPH TAKUX OTKPBITHIX
paMoOK, TMOCKOJIbKY CTON-KOJIOH HE MOXKET BCTPETUTHCS BHYTpPH TeHa. TeM cambIM mpoOiema
CBOJIUTCS K TOMY, YTOOBI OTJIMYUTH CTapTOBbIe KOAOHBI ATG OT BHYTPEHHUX M PACIONAralOIINXCs
B MEXKIEHHBIX TPOMEXKYTKax. Y3HAaBaHHME CTapTOBBIX KOJOHOB CTajl0 MEHEE 3aTpyJAHHUTEIHHBIM
mocJie Toro, Kak crano uzBectHo, uto B JIHK Ha paccTostHum 5-10 KOIOHOB 10 CTapTOBOTO KOJOHA
€CTh CalT CBA3bIBaHUs puOOcoM Ha Mosiekysie MPHK mpokapuor, Ha3BaHas B 4eCcTh OOHAPYKUBIITUX
ee YydeHbIXx — mocienoBatenbHOCTh Illaiina-Jlamerapno (Kapp, Lorsch, 2004). Ho ora
MOCIIEA0BATEIHHOCTh YaCTO BhIpaXeHa cl1abo, U aOCOMIOTHO HAAECKHOTO MPaBUiIa AJIS OTPEIeIICHUS
CTapTOBBIX KOZOHOB cdopmynupoBaTh He ymaercsa. OIHAKO OKa3bIBA€TCS, YTO €CTh Jpyrue
XapaKTEPUCTHKH, KOTOPBIE MOYKHO HCIOJb30BaTh npu pacrno3HaBanuu (I'enbdang, 1998). Ho stu
coo0pakeHMsI, XOpoIIo padoTalIue Mpy aHalu3e OaKTepuadbHBIX T€HOMOB, HE CpabaThIBAlOT B
clly4ae ¢ T€HOMaMH MHOTOKJIETOYHBIX OPTaHU3MOB — B 3TOM CIllydae B OCHOBE IS PacliO3HABAHUS
OPC nexar apyrue npusHaku u 3akoHomepHoctd (I'enbganm, 1998).

bonee cuibHBIM OIXO0M SIBIISIETCS CPAaBHEHUE TIOCIIEA0BATEIBHOCTEHN POJICTBEHHBIX T€HOB
U3 pasHbIX TeHOMOB. CpaBHHUTENBHBI TMOAXOA TIO3BOJISIET HE TOJBKO pa3MeuaTh OeloK-
KOAMPYIONINE YYacTKH, HO W TMpeacKa3piBaTh (QyHKIuH OenkoB. J[nsi 3Toro HoOBbIE Oenku
CPaBHUBAIOT ¢ OenkaMu, (PyHKIIUH KOTOPBIX OBLIM MCCIIEAOBAHBI SKCIIEPUMEHTAIFHO (HapuMmep, ¢

nomotsio anroputma PSI-BLAST = Position-Specific Iterated-BLAST (Tian, Skolnick, 2003))
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WIN WUIYT B TEHOME OpraHu3Ma IOoCJe0BaTeIbHOCTH I€HOB, KOAUPYIOLINE UCKOMBIA M3BECTHBIN
6esok (Hampumep, ¢ momoinkio anropurma tBLASTN (Altschul et al. 1997)). Anroputm tBLASTN
IIPOU3BOJUT MOUCK aMHUHOKHCIIOTHOW IOCIIENOBATEIBbHOCTH MPOTUB TPAHCIMPOBAHHOTO B IIECTU
paMKax CYMTBIBaHUS TeHoMa. [Ipu BBICOKOM YpPOBHE CXOACTBAa MOKHO OHUJAaTh TOXIECTBA
(GYHKUIMH, IPH CPEeHEM CXOJCTBE - OMM30CTU (YHKIMH M, HAaKOHEl, IPU OTIAJICHHOM pOJCTBE
yrabIBalOTCs TOJBKO caMble 00IIKe (GyHKINOHATIbHBIE UM CTPYKTYPHBIE CBOIMCTBA.

OnHako Jake TOMOJIOTHYHBIE IOCIIEOBATEILHOCTH (TIOCIENOBATEIBHOCTH, HMEIOIINe
o0111ee MPOUCXOKACHNE), KOTOPBIE UMEIOT OOJIBIION MPOLIEHT UIEHTHYHOCTH, HE BCET1a KOAUPYIOT
OenKy ¢ OAMHAKOBOW (PyHKIHMEH. DTO CBS3aHO C TE€M, YTO B OJHOM CiIy4ae OCNKH-TOMOJIOTH MOTYT
ABIATBCA ~ OPTOJIOTaMH  —  IOCJENOBATEIbHOCTSIMM, BO3HUKIIMMHM M3  OJHOrO  OOIIEero
Ipe/IIeCTBeHHUKAa B Ipolecce BHUA000pa30BaHUS M HMEIOIIME, KaK MPaBWIIO, OJHY U Ty XKe
¢yHkuuto. B apyroMm cimyyae — mapanoramu: IHOCJIEIOBATEIbHOCTSMHU, BO3HUKIIUMHU U3 OJHOTO
o01Iero mpeauecTBEHHUKA B pe3yibTaTe QyIUIMKAllMU OJHOTO T€Ha B OJIHOM OpraHu3Me, KOTOphIE,
KaK [PaBWJIO, UMEIOT pa3Hble pyHKIMU. [loaTOMy Beeraa TpeOyeTcst 3KCIepMMEHTaIbHOE WIIM HHOE
HOATBEepKIeHNE (PYHKIIMOHAIBHOW aKTUBHOCTH F'OMOJIOTHYHBIX IOCJIEI0BATEILHOCTEH.

1.4.2. Ilporeommuka.

Tepmun «proteome» ObuT mpeanoxker B 1995 rogy Mapkom Yunkuncom (Marc Wilkins) u
coasropamu (Wilkins et al., 1996) mist onucanus mosHoro Habopa OEIKOB, KOJUPYEMBIX TCHOMOM,
yyTh mo3xe, B 1997 roay, Ilurepom JIxeliMmcom OblT BBEAEH B 00OPOT M TEPMHUH «proteomics»
(James, 1997). CeromHs NUpPOTEOMHUKY MOXHO ONPEACIUTh KAaK COBOKYITHOCTh TEXHOJOTHH,
HaINpaBJICHHBIX Ha KPYITHOMACIITA0HOE U3yUEHHE CTPYKTYP, MOCT-TPAHCIAIMOHHBIX MOJU(PUKAIIHNA
W B3aUMOJICHCTBUN OEIKOB B JKMBBIX Opranm3Max. OCHOBHOW 3aJa4yeil MPOTEOMHUKH SIBIISIECTCS
KOJINYECTBEHHAsI OLICHKA U3MEHEHUH KOJIU4ecTBa OEJIKOB B KJIETKAX, TKAHAX WM 1IeJIOM OpraHu3Me
IIpU BO3ICHICTBHY Ha HUX Pa3lIMYHBIX BHEITHUX (pakropos (Anderson, Anderson, 1998).

[IpenmyiiecTBOM NMPOTEOMUKHU IEPEN MCCIEAOBAHUSMU Ha YPOBHE I'€HOMa SIBJISETCS TOT
(akT, 4YTO HaJIWYME KAKOro-JInOO IeHa B OpraHu3Meé HE O3HA4aeT, YTO C HEro MNPOU3BOAMTCS
TPAHCKPHIILIUSA, @ HATMYME TPAHCKPUIITA HE 03HAYAET, YTO C HErO MPOUCXOIUT TPAHCIALMS, a JaxKe
€CJIM TIPOUCXO/UT, TO TPAHCKPUIT HE IMO3BOJSET OJHO3HAYHO TOBOPHUTH O CTPYKType Oelika, ero
CO3peBaHMM U JIoKanu3auuu. McciaenoBaHue mnpoTeoMa IO3BOJSET MNOATBEPKIAATh HaJIUuKe
NpEeJCKa3aHHbIX IPU IIOMOLIM IOMCKAa OTKPBITBIX PaMOK CUUTBIBAaHUS OEJIKOB B KIETKE,
0o0OHapy’KUBaTh BAPHUAHTHI aTbTEPHATUBHOIO CIIAliCHHTa.

B ocHoBe 3TOii 00JIaCTM HCCICAOBAHMM JiekaT Oa3bl JAaHHBIX CHUKBCHCOB IeHOMOB, 2-D
PAGE (aBymepHbIii renmb-anektpodope3s B mnommakpwiamuzae), BIXX (BeicoaddexTrBHAs

KHUIKOCTHAs XpoMaTtorpadus), Macc-CIeKTpOMeTpHs (Kak OCHOBHON HHCTPYMEHTAJIbHBIH METOJI
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aHamu3a OCJIKOB MW TENTHAOB) HW OWowH(OpMAaTHKa, KOPpEIUpPYIOIas pe3yabTaThl Macc-
CIIEKTPOMETPUUYECKOTO aHallM3a CO CTPYKTypamH OEIKOB, TPAHCIMPOBAHHBIMH W3 T€HOMHBIX 0a3
nauabix (JIemunos, [Tenbrek, 2014).

JUis  w3ydeHuss MPOCTPAHCTBCHHOW OpraHU3allid aMHUHOKHCIOT B CTPYKType Oelika
(BTOpHYHAsl ¥ TPETUYHAs CTPYKTypa Oelika) MIHUPOKO HCIOIb3YIOTCS CIIEKTPOCKOIINYECKUE METO/IbI
(MeToa KpyroBoro AMXpOM3Ma W METOA MH(pPaKpacHO# crekTpockonuud u Ap.). Metoasl AMP u
PEHTTEHOCTPYKTYPHBIN aHATIU3 AI0T Hanbolee MOMHYI0 U MOAPOOHYI0 HH(POPMAIIHIO U TPETHYHOM
CTpyKType Gelka ¥ MO3BOISIOT HCCIEN0BaTh CTPYKTYpy Oenka ¢ paspemenneM 10 1-3 A . Jlannbie
0 TPETUYHOU CTPYKType Oelka Jar0T BAKHYIO HHPOPMAIHIO O (QYHKIUSIX, BBIMOIHICMBIX JaHHBIM
OeNMKOM, TpH O3TOM 3a4acTyl0 O€JIKH CO CXOXUMH (DYHKIUSIMH O0Jalal0T  CXOJTHOM
MPOCTPAHCTBEHHON CTPYKTypoil. MeToasl yabTpaueHTpudyrupoBaHuss W renb-QpUiIbTpanuu
MO3BOJIAIOT  MCCIIEIOBaTh YETBEPTUYHYIO CTPYKTypy Oenka. Vcmonp3oBaHne KOMOWHAIIMH
OIMCAHHBIX TPUEMOB IMO3BOJISIET TOJAPOOHO OXapaKTePU30BaTh CTPYKTYPY M CBOMCTBA Ka)IOTO
OTEIBHO B3ITOro OejKa.

1.4.3. MeTa60/10MHBII aHAJIM3.

Tak kak (QYHKIIMM MHOTHX T€HOB OCTAIOTCS HEM3BECTHHI M MHOTHE TpeoOpa3oBaHUs B
KJIETKE KaTaIM3UPYIOTCS HEONpEeAeNeHHBIME (DepMEHTaMH, TO TpeOyeTcs JOMOTHUTEIbHAs padoTa
no yrouHeHuto ux pyunkuuu. Hambonee npocroit moaxoa uist penieHus 3a1adu GyHKIMOHATBHON
AHHOTAIlMU TeHa pa3paboTaH HAa OCHOBE META0OJOMHOIO aHaiu3a. Takoil METoHd 3aKiiovaeTcs B
aHAM3e W3MEHEHWH KOHIIGHTpAaIMii METa0OMUTOB B KYyJNbTypalbHOW cpeiae u Ouomacce
«HOKAyTHBIX» IITAMMOB, TO €CTh IITAMMAX C JeJIelineli onpeeieHHoro rena (Saghatelian, Cravatt,
2005; Smith et al., 2006). /Iy Takoro mraMMa OXXHIACMbIM H3MEHECHHEM B METa0O0JIOME SBIISIETCS
HAKOIUIGHHE CyOCTpaTOB peaklMii, KaTalu3UPYyEeMbIX COOTBETCTBYIOIIMM YAAIEHHOMY TeHY
dbepmentom. JleTekTrpoBaHNE HAKOIUICHUN METa0OIMTOB B KJIETKaX NpPH JENEIUU T'e€Ha MOXKET
MO3BOJIMTh TOYHO (YHKIIMOHAILHO aHHOTHpoBaTh TeH (Allen et al.,, 2003; Saito et al., 2006;
Heinemann, Sauer, 2010). C mnomompio MeTabomomuoro adamusza B 2009  romy
MPOJAEMOHCTPUPOBAHO HATMYUE Ka)XJIO0ro U3 METaOOJHMTOB MpPENINoyiaraeMoro MmyTH OHMOCHHTE3a
rimokcuiara 'y Methylobacterium extorquens (Peyraud et al., 2009).

B cocraB merabonoma Kaxaoro MUKpoopranusma BXOAST OT 100 10 HECKOTBKHUX THICSY
KOMIIOHEHTOB, HMEIOIIUX pa3inuHble (U3NKO-XMMHYECKHE CBOICTBA M NPEJCTABICHHBIX B
IIMPOKOM JAuamna3oHe koHueHtpauuil. B 2010 romy rpymnme mon pykoBoAcTBoM mpodeccopa JI.
Bunmutsepa ynanmock wuaeHtuduimpoBath 247 merabonuToB B KieTkax Oakrepuu E.coli u

KOJIMUECTBEHHO M3MEepUTh 13 HUX - 170 metabonuros (Jozefczuk et al., 2010).
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B nacrosimiee Bpems B MmeTabosioMuKe c(hOpMHUPOBAIOCH HOBOE HAIIPABIIEHUE UCCIIEIOBAHUM
MOJ1 Ha3BaHUEM «(IIAKCOMUKAY, CBSI3aHHOE C U3MEPEHUEM MOTOKOB META0OIUTOB U UX W3MEHEHUN
npu BHemHuX Bo3aercTBusix (Winter, Kromer, 2013; Cascante, Marin, 2008; Aon; Cortassa, 2015).
drakcoMHKa - 3TO 00JaCTh MCCIENOBAHWM, HANpaBJCHHAs Ha W3MEPECHHE NWHAMHKH MOTOKOB U
KOHIIEHTpaluii MeTaboIuTOB BO BpeMeHH. J1Jig mpoBeaeHus aHalu3a MOTOKOB MEeTa00JIUTOB ObLIN
pa3paboTaHbl METOIbl MTHOBEHHOTO T00aBneHus: C13-MeueHHBIX YTJIEBOJOB B MUTATEIBHYIO CPEIY
MUKPOOPTraHU3MOB U Tocieayomuiero nerekruposanus C13- mpou3BoaHBIX B METa00IOME KIETOK.

1.4.4. TpancKpUNITOMHBIN aHAJN3. DKCIPECCUOHHbIE MPOGUIN OaKTEePpHUH.

TpaguionHble NOAXOABI B  MOJEKYJISPHOM TIE€HETHUKE, OCHOBAHHbIE Ha METOoJax
noaumepasHoi renHoi peakmuu (ITIP) (Saiki et al., 1986), Nothern-6morrunre (Alwine et al.,
1977) u mocnenoBarensHOTO aHanu3a reHoMHoM skcnpeccun (Velculescu et al., 1995), nanpasnensl
Ha M3YYECHHE SKCIPECCUN OJUHOYHBIX T€HOB MM HEOOJBIIOr0 YHCia IeHOB. TeXHOJIOrus reHHbIX
MukpouunoB (JAHK-mukpouunoB) coBepiiuiia pEBONIONUI0 B COBEPILIEHCTBOBAHUM METO/I0B
W3YUYEHUsl TEHETUYECKOro alIapara, TaK Kak cJeiala BO3MOKHBIM MOHUTOPHUHT KCIPECCUH BCETO
KJIETOYHOTO T€HOMAa MPH CTPOTO KOHTPOIUPYeMbIX yclnoBusix. [lomoOHBIE HCClenoBaHHs NaloOT
BO3MOKHOCTh BBISIBUTH CTPAaTE€TUH, HCIOJIb3YEMbIE KJIETKOM B OTBET HA W3MEHEHUs BHEUIHUX
YCIIOBUHM, OIpENeauTh TPYIIbl TI'E€HOB (YHKIMOHAIBHO CBSA3aHHBIE JPYyr C JPYyrom,
PEKOHCTPYMPOBATh MEXAaHWU3MBbl PETYJSLMNA TPAHCKPUIILMU M OINPEACIUTh CBSI3aHHBIE CHUMU
MeTabonnuecKkue IMyTH, AHHOTHUPOBATh TeHbI, (YHKIUS KOTOPHIX OCTaBajach HEU3BECTHOU
(CeemankoBa, Banos, 2007).

JIHK-mukpouun npeactaBisieT coOOM MHOKECTBO HEOOJIBIIMX OJHOLIEMOYHBIX MOJIEKYJ
JIHK-30H710B, KOTOpBIC KOBAJCHTHO NPHUIIHTHI K TBEpAOMY ocHoBanuio (Garaizar et al., 2006).
Kaxx1ip1i1 Takoi 30HA UMEET CTPOro OMPENEIEHHYIO MOCIEA0BATEIbHOCTh HYKJIEOTUIOB U MECTO HA
mMukpounrie. OAMHAKOBBIE 30H[BI pacrojiararoTcs BMecTe, oOpasys cailt Mukpouumna. Mexmay
caitom u nocienoBarenbHoCcThO0 JIHK-30H1a ecTh B3auMHO-0JHO3Ha4yHOE coOTBETCTBUE. [0 THITY
MIOCJIEIOBATEIbHOCTEN  30HAOB  MHMKPOYHMIIBI  JENATCS HAa  JIBA  OCHOBHBIX  KJacca:
OJIMTOHYKJICOTUAHBIE YUIIBI M YUIIBI HA OCHOBE mocienoBaTenbHocTei koaupyromei JJHK (xk/IHK)
(CeemnukoBa, MBanos, 2007).

JInst  DKCIIPECCHOHHOTO aHainu3a M3 KIETOK BhACISIOT cymMMmapHyro PHK, kotopas
MOJIBEpraeTcs OOpaTHOW TPAHCKPHUIIIIMM, B pPe3yJibTaTe KOTOpoW moiydaercs medeHHas k/IHK.
KomuuectBo cuHTesupyembix Mmoisekynl k/HK nponopumonansHO  ypoBHIO — 3KcHpeccHH
COOTBETCTBYIOIIIETO I'€HAa B HCCIIeAyeMOM OO0beKTe B 3amaHHbIX ycioBusx (Duggan et al., 1999).

WNuorpa tpebyercs em€ oaun stan TpaHckpunuuu ¢ kJIHK (mns uumnos, paboratomux ¢ PHK).
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Torma mnonyudaercsi medeHHas kPHK. HM3mepenme renHoit skcmpeccuu mnocpeactBoM kJIHK
Ha3bIBACTCS MPOQPUIEM IKCIIPECCUH, WU SKCIIPECCHOHHBIM aHATH30M.

CymiecTByeT HECKOJIBKO CHOCOOOB BHECTH B LEJIEBYIO MOJIEKYIy pa3iU4YHbIC METKH:
BKJItOUeHue paauoaktuBHo (CeemHukoBa, HMBanoB, 2007) wunum QIyopecreHTHO MEUYEHBIX
HyKJIeoTH10B B mporecce cunre3a kIHK wim kPHK, ncnonb3oBanne 6moTnH-MO1u(UIIMPOBAHHBIX
HYKJICOTH/IOB, KOTOpbIE TIOTOM OKpAIIWBAIOTCA (IyOpPECHEHTHO-MEUYEHBIM CTPENTaBUIUHOM,
HCIIONIb30BaHUE BO BpeMs CHHTE3a MOAU(DHUIIMPOBAHHBIX HYKICOTHUIOB, HA KOTOPHIE 3aT€M MOXHO
no6asuth uryopecuentHyto meTky (Richter et al., 2002; Cemnukosa, Banos, 2007).

Meuenas k/IHK nnu kPHK nanocuTcs Ha Mukpouur, ruOpuan3yercs ¢ KOMIJIEMEHTAPHBIM
JAHK-30u10M Ha mukpouure, a k/[HK/kPHK ne umeromyto coorBerctBytomero JJHK-30n712 Ha
MUKPOUHUIIE CMBIBAIOT. B ciydae ¢yopeclieHTHBIX METOK Mpoleaypa CKaHHPOBAHUS MUKPOUYMIIA
BKJIIIOYAaeT BO30YXXIEHHME KpacuTesled TOoJ JeHCTBHEM JIa3epHOrO M3JIy4eHUs BOIU3M HX
MaKCHUMYMOB TIOTJIOIICHHUS U TIOCIIEAYIOIIee H3MEPEHHE HHTCHCUBHOCTH (DITyOPECIICHIINH B KaXKI0U
Touke yuma. B ciiydae ¢ OMOTMHUIMPOBAHHBIMH OOpa3laMi B OJIMTOHYKJICOTUIHBIX MUKPOUHUIIAX
bupmbr  Affymetrix ruGpuamszanuy MOTYT TMOABEPraThCs caMH MOJEKyibl kierouHoir MPHK,
MEUEHHbIE OMOTHMHOM: CTENeHb THOPHIM3ALUN OIpPENeNsIeTcss MPHU TOMOILIM CTPENTaBUINH-
(UKOIPUTPHHOBBIX ~ KOHBIOTATOB,  KOTOpbIe  NAlOT  (IyOpeCHEeHTHBIH  (3€NeHBld) U
bukodpuTprHOBBIA  (KpacHbIi) ruOpuausanuondsie curHansl  (Hughes et al.,, 2001).
®dnyopecieHIHs Bo30ykKIaeTcsi CBETOM Jia3epa U PETUCTPUPYETCs, KaK MPaBUIIO, HA CKAHUPYIOIEM
koHdokaabHOM MuKpockore (Bumgarner, 2013). Ha COBpeMEHHBIX MHKpPOUHIIAX MOYKHO
MOJIHOCTBIO PACHOJIOKUTh LENbI T'€HOM, KaXKJblii W3BECTHBI I'€H KOTOPOro OYIET SBISATHCS
30H/IOM.

Hecmotps Ha Bce cBou poctomHCcTBa, y JIHK-MUKpOUMIIOB CyIIECTBYIOT M OTpaHUYECHUS B
IPUMEHEHNH, a TAaKXKE CI0KHOCTH B MHTEPIIPETALUN IKCIIEPUMEHTAIbHBIX JaHHBIX (CBEIIHUKOBA,
Hsanos, 2007).

1.5. IlpakTHyeckoe 3HaYeHHe W3Yy4YeHHs] myTell MeraGonm3ma amerata B Rba.
capsulatus.

[lypnypHble HecepHble OaKTepHM CIIOCOOHBI OOpPA30BBIBATH BOAOPOA Kak MOOOYHBIN
OPOAYKT POCTa KyJbTYpbl Ha OPraHMYECKUX OTX0Jax. MoJEeKyJSIpHbIM BOIOPOA — AKOJIOTMYECKU
YUCTBIH HHEPrOHOCUTEINb, IMOJyYeHHE KOTOPOTr0 C UCHOJIb30BaHUEM (HOTOCHHTEZUPYIOLINX
MUKPOOPTaHM3MOB B KauecTBE OMOKaTalIM3aTOPOB SBIAETCS MEPCIEKTHUBHOW 3amaveit. Jlns
NPaKTUYECKOT0 BHEIPEHUs MAHHOTO Ipolecca TpeOyeTcss CYIIECTBEHHOE IOBBIIICHHE OOIIeH
3P PEKTUBHOCTH NMPE0Opa30BaHUI MUKPOOPTAaHU3MAMHU YHEPTUU CBETA M OPTaHMYECKUX CyOCTpaToOB

B OMoTOorUIMBO (BOMOPO). EAMHCTBEHHBIN MyTh M1 TOCTHOXKCHHS ATOM IEIu — TMoTydeHue Oosee
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riyOOKUX 3HAaHWUH O TMpoIreccax, MPOUCXOAANINX BHYTPH (OTOCHHTETUYECKOH KIETKH, W UX
niepeHarnpaBieHUue Ha 00pa3oBaHKE BOJIOPOIA.

HaI/IGOJIee MNEPCIHCKTUBHBIM HUCTOYHUKOM OPraHUYCCKUX COC,Z[I/IHGHI/Iﬁ o1 JaHHOT'O
mporiecca SBIISTIOTCS MPOIYKTHI OPOKEHUS YTIIEBOJIOB, KOTOPHIE B OOJBIIIOM KOJIMYECTBE COACPIKAT
arerat u Oyrtupat (Merabommsupyercs uepe3 aneTwi-KoA). ITloatomy mnonuManue myTe
MeTabosM3Ma arerara y myprypHoil HecepHoil Oakrtepuu Rba. capsulatus akrtyamsHO u mMeet
NPaKTUYECKYI0 3HAYMMOCTh, TaK KaK, B TOM YHCJIE, MO3BOJIAET MpEACKa3aTh psij TEHETHYCCKUX
MoIUGUKAIMA TeHOMa JTaHHOM OakTepuH IJii BO3MOXKHOTO YBEITHYEHHUS] CKOPOCTEH BbIICICHUS

Boziopoza unu HakorieHus [1I'b (6uopaznaraemoro niuacTuka).
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2. MATEPHUAJIBI U METO/bI

2.1. O6bekT ucciaenoBanus. PocroBnie cpenbl.

Jlns  uccnenoBanuii ucmonb3oBasi  Rba. capsulatus mramm B10, momyueHHBIH U3
Koyutekuu Kadeapsl mukpooduonorurn MI'Y. IlockonbKy mypIypHble OaKT€pHH HCIIONB3YIOT U
nH(ppakpacHyl0 cocTaBistomyo crekrpa a0 850-900 HM, B 1a00OpaTOpPHBIX YCIOBHSIX HUX
BBIPAIIMBAIOT C KCIOJB30BAHUEM JIaMIl HAKaIWBAaHUA, T.K. OHH JalOT HEMPEPHIBHBIN CHEKTP B
BUIUMOW © OnwkHed wuHQpakpacHOW oOnactsax cmekrpa. KynbTypy BbIpamiuBaid B
dororeTepoTpoHBIX aHAIPOOHBIX YCIOBUSX Ha MUHUMaNbHOU cpene Opmepoaa (Ormerod et al.
1961) c amerarom (20 MM) wmimu naktatom (40 MM) B KadecTBE €IUHCTBCHHOTO HMCTOYHHKA
yTaepoa.

Taéauua 1. Cocta cpeast Opmepona (%).

(NH4)2SO4 0,1250 CaCl, 0,0075
KH,PO4 0,0900 SATA 0,0020
MgSO,*7H,0 0,0200 MUKPOIJIEMEHTHI 1 vt
FeSO4*7H,0 0,0010 JaKTar 0,4000
CocTaB MHKpOdIIeMeHTOB (Mr 100 Mi™):
H3BO3 280,0 ZnSO4*7H,0 24,0
Na;MoO4*2H,0 75,0 CuSO4* 5H,0 55
MnClI,*4H,0 290,0

Kpome Toro, B cpeiy BHOCWIH BHTaMHHBL THamuH (1,50 mr m'). OCHOBHYIO Cpemy
crepmwinzoBasid npu 1,0 atm (60 MHUH), a BUTaMHUHBI CTepuiin3oBayid oTAenabHO mpu 0,5 atm (30
muH). Ilepeq moceBoM B cpeny BHOCWIM CTEPUJIbHBIE pPAacTBOPbl BUTAaMHUHOB M JnoBoauian pH
crepwibHbIM  10% pactBopom KOH 1o Benmnuuubl 6,8. UMCTOTY KyJBTypel B XOJI€ BCEX
9KCIIEPUMEHTOB TPOBEPSUIM MOCEBOM Ha TBEPAYIO arapM3OBaHHYIO MENTOHHO-APOXIKEBYIO CPEdy
(Tabnwuma 3).

Tabamnna 2. CoctaB arapu3oBaHHON NENTOHHO-APOXKeBOM cpefbl (%).

CaCl, 0,022
MgSQO4x7H,0 0,052
[Ienron 0,3
JIPOYKIKEBOM IKCTPAKT 0,3
Arap 1,75
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IloceB Ha YHMCTOTY KyJBTYpbl OCYIIECTBIISUICSI MHUKPOOHOJIOIMUYECKOW MeETIed MEeToAoM
UCTOILAIOLIETO HITPUXA.

2.2. Ilepmoguyeckoe KyabTHBMpPOBaHWe. KynbTypy BblpaliMBald B  IUIOTHO
3aKpBIBAIOIIUXCS CTEKIISIHHBIX MaTpaunax (250 Mi1 ¢ TONIMHON CBETONPOIYCKAOLIEro ¢ios 2,5 cM)
WIN B T€PMETUYHBIX CTEKJISTHHBIX IPoOUpKax 00beMOM 19 Mil ¢ TOJNIMHOM MPOIMYCKAIOLETr0 CBET
ciost 1 cM B aHa’pOOHBIX (POTOreTepoOTPOPHBIX YCIOBUAX MpU MHTEHCUBHOCTU cBeta 40 mnu 20
Br/M’ (B 3aBHCHMOCTH OT 3314 SKCIIEPUMEHTa) nipu Temneparype 30°C.

2.3. Ilepuoauyeckoe KyJabTHBHpOBaHHMe ¢ pH-craTupoBaHmeM mpoBOAMIM B
yrpasisieMoM (OoTOOHOpEaKTOpe Ha OCHOBE KOAaKCHaldbHBIX HUIMHAPOB (Tsygankov et al. 1994).
[Tognepxanue pH=7,0 ocymecTBiasiim aBromMarnueckum mpoOaBiaenueM 0,5 M H3PO4. s
UCKIJTIOUEHHSI BIUSHUS IPEIBICTOPUU KyJIbTYpPbl Ha PE3yJIbTaThl 3KCIIEPUMEHTOB, MbI UCII0JIb30BAIN
KynsTypy Rba. capsulatus B10, koTopast He BbIpaluBaiach ¢ alleTaToOM B KA4ECTBE €TUHCTBEHHOTO
UCTOYHUKA yriepona. YToObl nm30exaTh MPUCYTCTBUS APYTUX HCTOYHHKOB YTIIEPOJAa, WHOKYIISAT
BBIpAIMBAIM JI0 CTAllMOHAPHOM (ha3bl POCTa, KOTOpas HacTylajla IOCJIe HCUEpIaHUs JIakTaTa U
XapaKTepu30BaJlaCh PE3KOH OCTAHOBKOM W3MEHEHMs ONTHYECKOM IUIOTHOCTH (M3Mepsiach
aBTOMaTHuecKu). [y moaaep kanus aHadpOOHBIX YCIOBUHI yepe3 cpedy B (hoTobnopeakTope nepen
BHECCHHEM HHOKYJIsATa mporyckanu aprod (100 mu/mun, 20 muH). POTOOHOPEAKTOP 3aIOIHSIIA
cpenoit 1o 1 1 (Bkirodas HHOKYJAT, 10%), ocTapisiss MUHMMAaNIbHYIO Ta30BYyI0 a3y (okomno 0,1 m).
[Tocae moceBa it moJAEep)KaHUsT aHA3POOHBIX YCIOBUN 0€3 CylIeCTBEHHOI'O HAapyLIEHUs Ta30BOI0
Oanmanca cpensl (urtoObl He ynamsics COz) Hag 3acesiHHOM KyJbTYpOH MPOIMYyCKald aproH CO
ckopocthio 20 mur/mMuH. BBIOOp Takoro cmoco0a KyJbTHBHPOBAaHHUS OOYCJOBJIEH TEM, 4YTO B
NpEBapUTENbHBIX IKCIEPUMEHTAX C INEPUOJUUECKUMH KyJIbTypaMH B 3aMKHYTBIX COCYIUKaX,
korga CO; He yaamnsiicsi, KyabTypsl mposBisiin MIJI akTuBHOCTE B pa3HBIX (a3ax pocTa.

O ckopocTu pocTa KyJbTyp CYAWIH IO U3MEHEHHIO MX ONTHYECKOH IMIIOTHOCTH, KOTOPYIO
U3MEPSIIM B TIPOIIECCE pOCTa BCTPOCHHBIM B CHCTEMY JAaTYMKOM OINTHYECKOW IUIOTHOCTH
(n3mepuTenbHBIA cBeT 630 HM).

2.4. Onpenenenne ¢a3 pocra KyJbTypbl (CHeKTPOGOTOMETPHYECKOE) MPOBOAWIN IO
U3MEPEHUIO ONTHYECKOM IUIOTHOCTH KJIETOYHOH cycreH3uu npu A=650 HM Ha cnekTpodoToMeTpe
SHIMADZU UV-VIS MINI 1240, nonmomHATENFHO K aBTOMAaTHYECKOMY M3MEPEHHIO OMTHYECKON
MJIOTHOCTH (hOTOOUOPEAKTOPOM.

2.5. I3MepeHre MHTEHCUBHOCTH MaJal0NIero cBeTa MPOBOIMIN MTUPAHOMETPOM, KOTOPBIH
ObUl OTHENeH OT WCTOYHMKAa u3nydeHus cBeTopmibTpoM C3C24, oTceKarolmuM H3Iy4YeHUEe ¢

umHOH BoJHBI Oombire 900 aM (L{pirankos, 'orotos, 1990).
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2.6. Iloanyuyenne OeckiaeTOYHBbIX IKCTPakTOB (BJ). Knetku paspymanu ynabTpazBykoM
(Y3I'13-0,1-0,063, 30-35 BT; 6 moaxomoB no 30 cexyHn ¢ untepBaiom 30 CeKyH]I, Ha JIby — MPU
COOJIIOJICHUH ATUX YCIIOBHI HarpeB oOpasiia He MpeBbIIIal 40°C), uro IIPUBOAWIIO K PA3PYILLEHUIO
o6onee 90% kieToK (IO JAHHBIM O KOJUYECTBE BBICBOOOIMBIIETOCS B CYIEpHATAHT Oe€Ka).
Kpynusie ¢parmentsl ocaxkmanu Ha Mukpouentpudyre Eppendorf AG 22331 (12000 g, 2 mun).
[Tonmy4yeHHbIH cynepHaTaHT UCIOIb30BAIM [T aHATIU3A.

2.7. BUOXMMHYeCKHe aHATU3BI.

2.7.1. OmnpenesieHne KOHUEHTpauuu OakTepuoxJaopopuiIa a TMPOBOIWIH
CHEKTPO(YOTOMETPUUECKH O MOTJIOUIEHUIO alleTOH-METAaHOJbHBIX 3KCTPAaKTOB npu 772 HM (€ = 75
MM™ em™), kak ommcano (Clayton, 1966).

2.7.2. OnpeneneHue KOHUEHTPAIMU OPTKHUCJIOT B KYJIbTYPAJbHOI KUIKOCTH.
Jns  u3MepeHuss KOHLEHTpAllMM  JlakTaTa W alerara B Cpele  KIETKH  OTACISUIU
nearpudyruposannem (Eppendorf AG 22331, 12000 g, 2 MuH), CylepHATAaHT 3aMOPAXKHUBATH U
XPpaHWIN 10 U3MEPEHMU.

KoHueHTpanuio anerara B cynepHaTaHTe ONpeAessuin rnocie ero noaxkuciaenus a0 pH< 3 ¢
nomornipio 30% H3PO, 06e3 pomomHuTeNnbHON MNPenoOpadOTKH METOJAOM Ta30-KUIKOCTHOU
xpomatorpaduu (Laurinavichenea et al. 2008).

ConepkaHue JlakTaTa OINPENESUIM CHEKTPOPOTOMETPUYECKHMM METOAOM II0 pPEeaKLuu
BoccTaHoBjeHust HA /I makrarnerunporeHa3oil B ruipa3uH-rIuauHoBoM Oydepe (Acatuanu, 1969).
CocraB peakunonnoit cmecu: 0,9 runpasus-rnunuHoBoro oydepa (pH 9,6); 1,0 ma ucciemgyemoro
pactBopa; 0,1 mm 50 MM pactBopa HAJI. Onruyeckyro IUIOTHOCTh KaJIHOPOBOYHBIX M
AKCTICPUMEHTAIBHBIX 00pa31ioB u3Mepsu npu A=340 HM.

2.7.3. OnpenesieHne coaepkaHus IIMKOTeHA B KJIETKAX IPOBOJIWIM IOCHE HUX
paspymenus ynerpassykom (Y3I'13-0,1-0,063, 30-35 Bt; 6 noaxonos mo 30 ceKyH] ¢ HHTEPBaJIOM
30 cexyH, Ha JIbY) IIIOK0300KcHaa3HbIM MeTotoM (I'epxapar, 1984).

2.7.4. Onmnpenenenue ¢pepmentatuBHoil axktuBHocTn HWIJI B BbI. s
ompenencunss MIJI aktuBHocTH Omomaccy otmbiBamun 50 MM tpuc-HCI-6ydepom (pH=7,5):
KIeTku otaemsun ueHTpudyrupoBanuem (Eppendorf AG 22331, 12000 g, 2 MwuH), Ocagok
pecycnensupoBain B paBHoMm odbeme Tpuc-HCI Oydepa (pH 7,5), moBTOpHO 1eTpU(YTrHpOBAIH
pu Tex ke ycnoBusX. Ilpn Heo0X0AUMOCTH JUIUTEIBHOTO XPaHEHUs Mpo0d MX 3aMOpaXKUBaIU IIPU
TEMIIEPAType —70°C. Jlnst aHanmsa ocamok pecycnenaupoBanu B 1 M 100 MM tpuc-HCI-6ydepa
(pH 7,5), nmoGammsiim autuotpewton (1 wmr/mm) um wmHrHOuTOp mporea3 Invitrogen Roch

(xaranoxubiii HOMep 11 836 153 001) B KOHIEHTpamuu, PEKOMEHIIOBAHHOW IPOU3BOIAHMTEIICM.
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Knetkn paspymanu ynbrpazBykoM. KpymHble (parMeHTsl ocaxaaid Ha MHUKpOIEHTpudyre
Eppendorf AG 22331 (12000 g, 2 mun). [ToydeHHbIH CyTIepHATAHT UCTIOIL30BAIH /IS aHAITH3A.

NIJI akTUBHOCTBH OIPENENISIN CIEKTPOPOTOMETPUUECKH B a9POOHBIX YCIOBHSX 1O METOAY
Hukcona u Kopubepra (Dixon, Kornberg, 1959). CoctaB M KOHIEHTpalnus KOMIIOHCHTOB
peakironHoi cmecu oobemom 1 mit: 100 MM tpuc-HCI-6ydep (pH 7.,5); 5 MM MgSO, - 7H,0; 3,5
MM ¢enunruapasusa (pH 7,5); 2 MM usotutpar u 50 Mk O0ecKIeTOYHOro 3KCTpakra (5-7 mr/mi
Oenka). M3mepenus mpoBoauiu B 1 cM KBapueBod KioBeTe. Peakiuio HaumHamu A00aBICHHEM
u3onurpara. DopMupoBaHUE TIUOKCUIAT-(QEHUITHIPA30HA JeTeKTUpoBain mpu 324 uMm (e = 11,5
MM'ch'l). depmenTaTuBHYIO peaknuo nposoaway npu 30°C. 3a equHuIly aKTUBHOCTH (pepMeHTa
MPUHUMAIU HMOJb cyOcTpara, MpeBpalieHHOro 3a OJHY MHHYTY, B IepecueTe Ha OJWH MI Oelka
9KCTPaKTa, BHECEHHOTO B PEAKIIHOHHYIO CMECh.

2.7.5. Onmnpenesenue  koHHeHTpamuu ©Oeaxka B BD  mpoBoaunoch
cnekrpodoTomerpudecku ipu A=750 aM Ha criekrpodoromerpe SHIMADZU UV-VIS MINI 1240
no meroxay Jloypu (Lowry et al., 1951) B crekmsuHoii 1 cM KioBete. MeToa OCHOBaH Ha
BO3HUKHOBEHUU OKpacku B peakinuu ¢eHompHOoro peareHta (donmna-YukonabTe) ¢ ocTaTKamu
THUPO3UHA.

PeaktuBel: 2% pactBop Na,CO; B 0,1 m pactBope NaOH (peaktus 1); 0,5% pactBop
CuS0O4*5 H,0 B 1% Na- u K-taprate (peaktus 2); mienounoi pactsop meau (50 mi peaktusa 1 u 1
MII peakTuBa 2); peaktuB PonuHa; pacTBop Ob14nii cbiBOpoTOuHBIN aibOyMuH (BCA) 500 Mkr/mit.

2.8. MeToabl 00padoTKH 023 JTaHHBIX.

2.8.1. Anaau3 uHpopMauuu 00 H3BEeCTHBIX B HacTosillee Bpemsi ¢epMeHTAX,
KOTOpPbIe MOT'YT ObITh 3a/ielicTBOBaHbI B peakuusix BocnojHenus nmyJa LIYK. Ilo 3anucsam nmns
CyOCTpaToB M MPOIYKTOB OMOXUMHUYECKUX peakiuii B 6a3e manubix Kyoto Encyclopedia of Genes
and Genomes (KEGG) B pasnenrie Compounds (Kanehisa et al., 2012) npoaHanu3upoBaH U3BECTHBIM
B HacTosimee BpeMsi Habop (pepMEHTATHBHBIX PEAKIHH, B KOTOPBIX YYaCTBYIOT MPEIIICCTBEHHUKA
MeTtabomuToB L[TK. DTo mo3Bosniao 0OHapyUTh IIEMTOYKH paHEe HE YCTAHOBJICHHBIX ITyTEH.

2.8.2. OmnpeaeneHue TeHETHYECKOr0 MNOTEHUHMAJA A (PYHKIHMOHUPOBAHMSA
BbISIBJIEHHBIX H paHee M3BeCTHBIX myTeii Bocosinenus myJa LYK B Rba. capsulatus.

C menpro ompeeneHusi TEHETHYECKOTO MOTEHIMAla Pa3IMYHBIX METa0OIHMYECKUX MyTeH y
Rba. capsulatus B10 B 6a3e mannsix KEGG B paszmene Pathway Oblin HaiiieHBI HHTEPECYIOLIHE
yuacTku Metabonu3ma. 3ateM B 6a3ze manubix KEGG Organisms: Complete Genomes npou3BoIuIH
nouck reHa B reaome Rba. capsulatus SB1003 (puaMmuiuH-yCTOHYMBBIN IITAMM, TOTYYCHHBIN
u3 Rba. capsulatus B10 (Yen, Marrs, 1976)). B ciydae OTCyTCTBHS aHHOTHPOBAaHHOIO T€HA

NPOBOJIMIIN JONOJHHUTENBHYIO TpoBepKy. Omupascs Ha gaHHbie 0aser UniProt (The UniProt
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Consortium, 2015), BbIOMpanud HMHTEPECYIOMUI T'€H MPOKAPHOTHYCCKOrO OpraHH3Ma, MPOAYKT
KOTOpPOTO HaunOoJee OXapaKkTepU30BaH (BBITIOJTHSIEMAsT byHKIMS MOJITBEPIKICHA
IKCIIEPUMEHTANIbHO), ¥ Tpu nomoum nporpammer Nucleotide BLAST (Morgulis et al., 2008)
NPOBO/IMIIH TIOUCK TOMOJIOTHYHOTO reHa B reHome Rba. capsulatus SB1003. OqHOBpeMEHHO ¢ 3THM
npu momoinu anropurma tBLASTNn (Altschul et al.,, 1997) mpoBoawiu MOMCK C MOMOIIBIO
AMHHOKHUCJIOTHOH MOCIIEI0BATEILHOCTH O€JIKa, KOJUPYEMOi TaHHBIM TEHOM I10 TPAHCIHUPYEMOMY B
IIECTH paMKaX CUMThIBaHUs TeHoMmy Rba. capsulatus. B ciyuae oTcyTCTBHSI BBICOKO TOMOJIOTHYHBIX
TCHOB MPOBEPKY IMOBTOPSUIM, BHIOpaB B KadyecTBE JTAJOHA MEHEE OXapaKTepPHU30BAHHBIC
AHHOTHPOBAHHBIE MTOCIIEIOBATEILHOCTH, HO U3 IyPITypHBIX OakTepuid. Mcmonb30Banu cTanIapTHBIC
napameTpsl paboThI TaHHBIX adrOpuTMOB. Kputepusmu oOHapy KeHUSI HHTEPECYIOIIEro TeHa ObUIH:
uIeHTHYHOCTh Oosiee 70% mnpu amuae O6osnee 100 HyKICOTHIOB MPH CPAaBHCHUU HYKICOTHIHBIX
1ocJaeI0BaTeNbHOCTEH; UAEHTHYHOCTh Oonee 40% mnpu anuHe Oonee 100 aMMHOKHCIOT Iist
OesKkoBOI MocienoBaTenbHOCTH; Bit Score (Mepa craTHCTHUECKOH 3HAYMMOCTH BBIPABHHBAHWUSI)
Gonee 50; e-value (the expectation value) 0-10° — ren ectb (IIpH yIOBIETBOPEHHH OCTAIBHBIM
KpUTEpHUsIM), a >10° — rena mer. B ciyyae, €CM JaHHas TOCIeI0BaTEIbHOCTh NEUCTBUN HE
NPUBOJIMIIA K HAXOXKJICHHIO BO3MOYKHOTO T€HA, B TEKCTE YKa3bIBAJIU, YTO T'€HA HET.

Kpome Toro, xorma HEOOXOOUMBI T'€H OTCYTCTBOBAJ, MPOBOAMIN TMOUCK JAPYTHX
(EepMEHTOB, CIIOCOOHBIX OCYIICCTBIIATh KaTaTN3 HHTEPECYIOIICH peakilny, a TAKKe HA0Op peaKInid,
NPUBOANINX K CHHTE3Yy HY)XHOTO MPOIYKTa W3 JIAaHHOTO cyOcrtpara. s ATOro mo 3amucsm uis
cyOcTpaToB U mpoaykToB B 06aze qanusix KEGG Compounds onpeensiiu Bech CrieKTp (EpPMEHTOB,
CHOCOOHBIX OCYIIECTBIIATH 00pa30BaHUE UCKOMOTO coeAuHeHus. Ilocie 3Toro mouck reHoB 3THX
depmenToB B renome Rba. capsulatus mpoBoauim, Kak yka3aHo BBIIIIE.

2.8.3. Omnpenenenne aKTHBHOCTH TI€HOB, BOBJIEYEHHBIX B alleTATHBIMH
MeTa60H3M B KyJabType Rba. capsulatus, Ha TpaHcKpUNIIIMOHHOM YPOBHE.

Jns aHanmsa sKcmpeccMoHHoro mpodwis KyneTyp Rba. capsulatus, Beipocmmx B
aHadpOOHBIX  (OTOTPO(HBIX YCIOBUSIX Ha Cpele C aleTaroM, UCIOJb30BAIM JaHHBIC
IKCIIepUMEHTOB, pasmenieHHbie B 0aze NCBI Gene Expression Omnibus (GEO) ¢ BBOIHBIM
Homepom GSES53303. Astopsl skcriepumenToB (Erkal, N., Gurgan, M., Ozgur, E., and Yucel, M.)
BhIpaiuBain KyiaeTypbl Rba. capsulatus SB1003 Ha cpeme ¢ 40 MM amerata u pa3HbIMH
ucTouyHnkamu aszota (2 MM rayramata wim 5 MM NH4Cl) B dotobuopeaktope odvemom 150 mi
npu 30°C u uaTeHCUBHOCTH OcBenieHust 200 Br/M®. OTt60p 00pa3noB npooawIn yepe3 16 1 mocie
moceBa WHOKyJsITa. Bcee mocnmemyromme omnepanyy MPOBOAMINCH COTJIACHO METOJUYECKOMY
pykoBoACTBY «Affymetrix» mys oOpasnoB u3 mpokapuoTudeckux opranu3zMoB. JIHK-mukpounms
JUIsS. TIPOBEJICHHSI dKCIIEPUMEHTa ObUTH M3roTOBJICHBI «Affymetrix», CILIA. MUKpOYHITBI CO3/1aHBI
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Ha OCHOBE JIaHHBIX O HYKJICOTHIHBIX mocieaoBareabHocTsx Rba. capsulatus SB 1003 B GenBank
Ne CP001312 anst xpomocombl u Ne CP001313 mst mmasmuast pRCB133 (Strnad et al., 2010).

B o6meit crmoxnoctn Erkal et al. momyuensl nannHpie 1o TpaHckpunuuu 4052
MIOCJIEIOBATEIBHOCTEH OTKPBITBIX paMOK cuuThIBaHUA U 200 MEXTeHHBIX MOCIET0BATEILHOCTEH C
6osee yem 300 m.H. ABTOPBI aHATM3UPOBAIH JAaHHBIC TIPH MOMOIIY MPOTPAMMHOTO 00eCTIeUeHUs
GeneSpring GX 11 («Agilent Technologies», CIIIA). Dta mporpaMMa BBIYHCISET P-3HaYECHHUS
JETeKIMU s KaKJIOro TPAaHCKPUIITA. 3HAUEHHE HU)KE OIPENeIeHHOro Iopora pP-3HaueHus (B
nanHoMm ciydae 0,05) ykaspiBaeT, 4TO TpPAHCKpUNT OOHapyxkeH. Eciam 3HaueHue momanaeTr B
nuanaszon p-3Hadenuit 0,05-0,06, To MPUCYTCTBUE TPAHCKPHUIITA CUUTAETCS HEOJHO3HAUYHBIM. Bce
TPAHCKPHUIITHI, /ISl KOTOPBIX P-3HaueHue aerekuuu >0,06, cauTaroTcs OTCYTCTBYIOIIMMHU B 00pasLe.

2.9. CratucTnyeckasi 00padoTKa IKCIIePUMEHTAJBHBIX JAHHBIX.

[IpuBeneHHbIE 3KCIIEPUMEHTAIbHBIE JTaHHbIC MPEACTABISAIOT COOOM pe3ysbTaThl TUITUYHBIX
HE3aBUCHMBIX AKCIIEPUMEHTOB U3 3-5 MNpOBEACHHBIX, a TaKKE YCpeOHEHHbIE JIaHHble ¢ 95%

AOBCPUTCIbHBIM MHTCPBAJIOM UM 3HAUCHUA CO CTAHAAPTHBIM OTKIIOHCHHEM.
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3. PE3YJIBTATHI U UX OBCYXKJIEHUE

3.1. Meton onpenenenns ULJI akruBnocTn B Rba capsulatus.

B nureparype omnMcaHsl pasHblE IMOAXOAbI, IpuMeHseMble Ipu omnpeaenenun HWIUI
aKTHBHOCTH B KynbType RDba. capsulatus: B »kuBBIX KieTKax, MpPOHHUIAEMBIX s cyOcTpara u
NPOyKTa peaKiiy 3a cUeT J00aBIcHUs B peaknnoHuyro cMech Toiryosia (Nielsen et al. 1979), 8 BD
(Kornberg, Lascelles, 1960; Willison, 1988; Meister et al., 2005; Albers, Gottschalk, 1976) u
BbIZICJICHHOTO ouHiieHHoro (epmenta (Blasco, 1991). Tlpu 3TOM OIHHM aBTOPHI HaOIIOAATH
KWHETHKY peakuuy oO0pa30BaHUs OKPAILIECHHOI'O KOMIUIEKCA MPOIYKTa Peakluu — IIIMOKCHIIaTa — C
¢denmruapazuHoM. [pyrue onpenensuii KOJIMYecTBO 00pa30BaBIIETOCs OKPALIEHHOIO0 KOMILIEKCa
3a ompeneneHHoe Bpems (O6onmee 20 MuHYT) HMHKyOammm TpoOBI CO BCEMH KOMIIOHEHTAMH
PEaKIMOHHON CMeCH B CPaBHEHHMM C KOHTPOJEM A Kaxaoi mpoOsl (Oemok MILJI wnm skcTpakt
KJIETOK ¢ (eHmnruapasmHoMm, HO 0e3 cyOcTpaTa peakuuu - u3ouuTpaTta). Bo BTOpOM ciyuae
W3MEPEHHUs TTPOBOJIMIIH TIPHU JTMHE BOTHBI 460 HM, B OTIMYHME OT CTaHAAPTHON MeToauku (mpu 324
HM), CChUIAsiICh Ha TO, 4TO NHpu 324 HM (eHWITHApPa3uH MOTJIOUIAeT CBET JaXXe B OTCYTCTBUE
cyOcTpara. B Hammx skcrepuMeHTax HabOmogancs NaHHBINA 3((EKT, HO OUIMOKH B MU3MEPEHHSIX
ynaeTcst u30exxaTh Ipy 3aMMCH KHHETUKY U3MEHEHHS ONTUYEeCKON TIOTHOCTU. Hamo oTMeTuTsh, 4yTo
aBTOPBI, KOTOpBIe He 00HapyxuBanu UIIJI akTHBHOCTH B «aleTaTHBIX» KyJIbTypax, padoranu ¢ b
Rba. capsulatus (Meister et al., 2005; Albers, Gottschalk, 1976; Kondratieva, 1979).

B 1979 rony uccnemoBatensmu O6buto otmeuero (Nielsen et al. 1979b), uto menbie kieTkn
Rba. capsulatus mramm St. Louis umenu cTa0iiIbHY0 BEICOKYIO crienuduyeckyto MIJI aktuBHOCTH
no cpaBHeHuio ¢ b3. TIpu 3TOM aBTOpHI OTMEUan, YTO B pa3pylleHHBIX KieTkax Rba capsulatus
nutuotpentodn ([T) Heckonpko crabunusupyet UIJI akTHBHOCTS.

Msr HaOmonanu cHwkenne MIUJI aktuBHocTM B BD npu uHKyOGaumu obOpasua npu
KOMHATHOW TemmepaType, yepe3 3,5 yaca ee 3HaueHHE ObLIO OJIM3KO K MPEesTy 4yBCTBUTEIBHOCTH
Merona (pucyHok 12, kpuBast 3). Mbl NpeAnoNoXWId, YTO CHIKEHHE aKTUBHOCTH B B moxer
OBITH OOYCIIOBJICHO pa3pylICHHEM HATHBHOTO O€Jika MpOTea3aMH, BBICBOOOXKIAOIIMMUCS TPHU
paspylieHuH KJIEeTOK. JleHCTBUTENbHO, O00aBICHHE CMECH HWHTHOMUTOpOB TpoTea3 B bD
crabmmmsupoBano UIJI akruBHocTh (pucyHok 12, xpuBas 1). Kax Buano Ha pucynke 12, npu
N00aBJICHUU B OECKJICTOYHBIH IKCTPAKT ObIYbEro ChIBOpOTOUYHOro ansOymuHa (BCA), cHmxkeHue
NIJI akTuBHOCTH OBUIO MEHEE BBIPAKEHO (PUCYHOK 12, kpuBas 2). DITO JOMOJHUTEIHHO
CBUJCTENBCTBYET B ToONb3y Toro, uyrto UIIJI aktuBHOoCcTh B bBD cHukaercs BciencTBue
IPOTEOJIMTHUECKON akTUBHOCTH, a BCA, SBIAACH JOMOJHHUTENBHBIM CyOCTpaTOM il HpoTeas,

MaCKHUpPYyeT UX JIEHCTBHE.
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Hecmotps Ha TO, uyto mpucyrctBue AT B BD He mpuBoamno x crabunmzammu MIUI
aktuBHOCTH bBD (pucynok 12, kpuBas 3), ero mo0aBieHHE B CYCHEH3UIO KIETOK IMepen
pa3pylIeHHEeM OKa3ajoch BaXHBIM. B o0Opasmax, comepikKamux TOJIBKO WHTHOMTOp IMpOTeas, MpH
paspymenun kietok HadanbHas MIIJI akTuBHOCTH ObUTa HIDKE TIO CPAaBHEHHWIO C CYCIICH3UEH, B
KOTOpYI0 M00aBieH W MHruOuTOp mporeas u autuorpeuton (Tabmuma 3). Ussectno, uto AT
3alUIIACT OCJIKH, CoAepKalie TUCYIb(QHUIHBIC CBA3HU, OT UX OKHCICHHUA. BO3MOXHO, aHAIOTHYHOE
coxpanenne HI[JI akTMBHOCTH B Ipolecce pa3pylIeHHMs MOXHO JOCTHYb U IIPU MHOIIAEPKAHUU
aHa’pPOOHBIX YCIOBUH, UTO TPEOYET JOMOJHUTEIbHBIX UCCIEA0BAHHN.

Taéuaumna 3. [leiictBue no6asnenus [T na UIJI akTMBHOCT NpH pas3pylieHuu KieTok Rba.

capsulatus B10 ynbpTpa3BykoM.

Hutrotpeuron | Maruburop | UIJI aktuBHOCTH cpasy nocie | MIIJI akruBHOCTH uepe3 50

(5 MM) mporeas paspyueHus (uepe3 15 mun MUH. TIOCJIe pa3pyLIeHus,
rocJsie paspyuienus), % %

+ + 100 106

- + 59 60

+ - 52 37

Takum oOpa3zom, HaMH OOHAPYKEHO, YTO MPH Pa3pyIICHUU KIETOK B a3pPOOHBIX YCIOBHSIX
I/IH.H TCPACT AKTUBHOCTL BCJIICACTBUC OKHCJICHUA U ITPOTCOJIN3A. C Y4CTOM IOJYYCHHBIX JaHHBIX
ycoBepiieHcTBOBaH Meto onpeneienus UIIJI akrusnoctu B BD Rba. capsulatus. Ins coxpanenus
NIIJI akTUBHOCTH TIpH pa3pylICHUH KJIETOK U B TpoIiecce XpaHeHuss b HeoOXoaumMo NpHUCyTCTBHE

AT 1 uHruOUTOPOB MpOTEA3.
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3.2. Bausinue ycjoBuii KyabTuBupoBanus Ha UIJI akTuBHOCTH (poTOreTepoTpodPpHbBIX
kyasTyp Rba. capsulatus.

[Mpu wm3yuyeHMn QYHKIMOHHPOBAHHS TIIMOKCWIATHOTO INYHTa Yy Jpyrux mramMmoB Rba.
capsulatus (mrrammbr St. Luis u EF1) aBropel mpoBepsuin 3aBucumocth aktuBHoctu WIIJT B
MEePUOIUYECKHUX alleTaTHBIX KyJbTypax oT akTuBHOCTH ¢otocuHTe3a (Nielsen et al. 1979; Blasco,
1991). JIns »TOro NpUMEHSUIM WHTUOUTOPHI, MOAABIAIOIIME (POTOCHHTE3, WU MepeMellleHue
KyJIbTyp B TEMHOTY. bbUIO MOKa3aHO, YTO TpU MOAABICHUU (POTOCHHTE3a POCT KYIbTYp
OCTaHABIIMBAETCS, U B HUX HE npoucxoauT ysenuueHuss MILJI akTMBHOCTH WM IPOUCXOAUT €€
CHI)KEHHE JJa)kKe B MPUCYTCTBUM anerata. OJTHAKO MOKHO MPEINOJIO0KUTh, YTO HaOIr0faBIIeecs
CHI)KCHHE aKTHBHOCTHU SIBJISICTCSI CJIEJICTBHEM TMOJABJICHHS POCTA, KaK MpPHU BBIXOJE KYJIbTYphl B
CTaIlOHApHYI0 a3y pocTa, MPUUMHON KOTOPOM MOXKET OBITh HE TOJBKO OTCYTCTBHE CBETa, HO U
npyrue ¢axTtopsl, HanpuMep pH unm ucdyepnanue cyOctpara. B CBSI3u ¢ 3TUM NpeacTaBIIsiio
UHTEpEC H3YUYUTh BIMSHHME paA3IUYHbIX (a3 pocTa KylbTypbl, (PU3HOJIOTMUYECKOIO COCTOSHUS
uHOKysaTa, pH pocroBoii cpenbl, mHTeHCHMBHOCTH cBeta Ha MIIJI aktuBHOCTH KyasTyp Rba.
capsulatus B10 mpu mepexoie Ha cpeay C aleTaToM B KadyecBe €IMHCTBEHHOTO HCTOYHHKA
yraepoaa. Kpome Toro, BakHO OBLIO M3yYEHHTDH BIMSHHE CMEHBI POCTOBOTO CyOCTpara C alerara
Ha naktat Ha MIJI aktuBHOCTH B KyabTypax Rba. capsulatus B10.

3.2.1. UIIJI akTuBHOCTH B pa3HbIX (a3ax pocta KyasTyp Rba. capsulatus.

N3menenune UIJT akTHBHOCTH M3yYaiiy B TIeproanieKoi KynsType Rba. capsulatus, pocrieit
¢ororpohHO ¢ ameraToM B KauyecTBE EAMHCTBEHHOTO MCTOYHHMKa yriaepona. Ilpu sTom
MCTIONIB30BaI MHOKYJISIT, BRIPOCIIUI Ha cpene ¢ JaktatoM. J{isi Toro, 4roObl m30exaTh BIUSHHE
Ipyrux (akTopoB, KyJbTypy BbIpAIIUBAIN B (OTOOMOPEAKTOPE B KOHTPOJIUPYEMBIX YCIOBUSAX MPH
nojaepkaHum nocrosiuHoro 3HayeHus pH (7,0), kak onucano B pasnesne «Marepralibl U METOABD.
[TokazaHo, 4TO MHOKYJIST, BRIPOCIIHNK HA Jaktate, He oOmagan UIJI aktuBHOCTBIO (pucyHOK 13).
HIIJI akTHBHOCTH MOSBIISIIACH Uepe3 4 yaca Mocjie Havyajia pocTa Ha Cpejie C alleTaTOM U JOCTHUraja
MaKCcHMyMa B Hayajie CTallMOHapHOH (a3bl U Jajee CHUXKANIACh BIUIOTH JI0 BEJIMYUH, KOTOPbIE ObUIH
HU)KE YPOBHA 4YyBCTBUTENbHOCTH Meroaa (pucyHok 13; IlerymkoBa, Ilpirankos, 2011).
CymectBennoe cHkenne UIJI aktuBHOCTH B cTanmoHapHo# (a3e pocra (pucyHok 13) mo3Bossier
IPEIOJIOKUTh, YTO UMEIOIINECS B KJIETKaX MpoTeasbl, 00ycioBauBatonme opictpyto yrpaty MIJI
aKTUBHOCTH B BD, MOTyT OBITh 3a/IeiCTBOBaHBI B Pa3JI0KCHUH psa (PEpPMEHTOB B CTAllMOHAPHOU

(a3ze pocta UM NPH NEPEX0/ie Ha CyOCcTpar, He TPeOYIOLIH MPUCYTCTBUS IITMOKCHUIIATHOTO IIIYHTA.
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Pucynok 13. 3aBucumocts ULJI aktuBHOCcTH Rba. capsulatus ot ¢assl pocra kynbTyp npu
nepeceBe ¢ jakTara Ha anetar: 1 — ontuueckas mioTHOCTh (Ollgsp); 2 — MIJI aktuBHOCTD (% OT

MaKCH-MaJIbHOM), 3- KOHIIGHTpAIIWs alerara B cpejie.

Hecmotps Ha To, 4T0 3akoHOMepHOCTh n3MeHeHust MIJI akTuBHOCTH Habr0a1ach BO BCeX
sKcTIepuMeHTax, abcomoTHbie BenmumunHbl WMIJI aktuBHOCTHM BapsupoBanu. Okazanock, uto MIJI
aKTUBHOCTh 3aBHCEJA OT BO3pacTa MHOKYJIATa. MakcuMaibHas akTUBHOCTh ()€pPMEHTA BBISABIIAIACH
B KyJbType, MHOKYJIMPOBAaHHON KJIETKaMH, B3ATBHIMU yepe3 1-2 4 mocie Hayana cTalloHapHOU
(a3l pocra, BBI3BaHHOH wHcyepnaHueMm Jnakrata (pucyHok 14). C yBenmuueHHeM Bo3pacrta
WHOKYJIsITa, MakcuManbHoe 3HadeHue MIIJI aktuBHOCTHM (M3MEpEHHOE B Hayalle CTallMOHAPHOU
(a3pl pocTa OMBITHON KyJIbTYphl) CHHXKAJIOCh. ECIIM MHOKYJIAT HaXOQWICS B CTAlMOHApHOU ¢asze
pocta Oonee 5 yacoB, To MIIJI akTUBHOCTH B OMBITHOW KyJIbType B Hadaje CTAI[MOHAPHOU (a3bl
pocTa He 00Hapy’KUBAIACh.

MoyHO TmonaraTh, 4TO B CTallMOHApHOW (haze pocta B KyibTypax Rba. capsulatus
CHMIKQJIOCh KOJIMYECTBO (PEPMEHTOB U PETYJIATOPHBIX OEIKOB B KJIETKAX, HOITOMY IIpU MEPEXoe K
aKTUBHOMY pOCTYy Ha cpefie ¢ aueratom ais nposisienus VIJI aktuBHocTH TpeGyeTcs JUINTEeNbHOE
BpeMsl. DTO SIBJIEHUE IIHPOKO PACIpPOCTPAHEHO B NMEPUOJUYECKUX KyJIbTypaxX MUKpPOOPraHHM3MOB
(PabotHoBa, 1979).

Bosmosknocts pocta Rba. capsulatus B10 6e3 nposieiienus kinerkamu MUIJT aktuBHOCTH TIpH
UCIOJIb30BaHUM B KayecTBE MHOKYJIATA JIAKTATHBIX KYJIBTYp, Oojee 5 4acoB HAaXOJUBILUXCS B

cTarioHapHoil ¢asze pocta (pucyHOoK 14), MOXHO OBUIO OBl OOBSICHUTH HCIOJIB30BAHUEM
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HAKOIINICHHBIX paHEC 3allaCHbIX BCIICCTB WM HAIMYUCM aJIbTCPHATHUBHOI'O ITyTH BOCIIOJITHCHUA I1yJIa

HIvK.
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[Ipn ucnonb3oBaHUM MypPIypPHBIMU OaKTEpUSMHU JIaKTaTa U psiia JPYTHX OPraHUYECKUX
coelvHeHUl, nerko mnpeBpamaromuxcs B @OFEIl, B kieTkax HakaljauBaeTcs 3HAYUTEIbHOE
xonmuectBo rimkorena (Willison et al., 1984; Eidels, Preiss, 1970). O6pa3zoBaBuiasicsi U3 IIIMKOTeHa
rimoko3a B Rba. capsulatus merabonmsupyercs B mytu DutHepa-/lynoposa (Eidels, Preiss, 1970).
N3 rmoko3br MoxeT obpaszoBathest [IBK, koTopas mon nmericTBreM mUpyBaTKapOOKCHIIa3bl MOXKET
npuBoanuTh K oOpazoBanuto LYK, neobxomumoi mia ¢ynkumonupoBanus L[TK. Ha 1 moins
TJIIOKO3bI, TIOJTYYEHHOW NpHU pa3loXeHUW TIIMKOreHa, Jius (yHKuuoHupoBaHua mmkia Kpebca
BO3MOXKHO TIOTpeOieHne 2 MOJIeH arerara.

Jlns w3ydeHus BKiIaJa 3alaceHHOro riMKoreHa B BocrmonHenwe myma IIIYK y Rba.
capsulatus wucmosb30BamK KyJabTypy, BBIPAIICHHYIO B MPUCYTCTBHH alrerarta (MHOKYJSAT pOC Ha
cpelle ¢ JakTaToM). B ombiTe M3Mmepsnu conaep)kaHue INIMKOTEHa B KIIETKAax M alerara B Cpene
(pucynok 15). IlpuBeneHHble HAa pUCYHKE 15 naHHBIE WILITIOCTPUPYIOT TUITMYHBIN U3 MIPOBEIECHHBIX
JKcrepuMeHTOB. HauanbHas KOHIIEHTpalus TJIMKOTeHa B KJIETKAaX B Pa3HbIX JKCIEepUMeHTax (5
MOBTOpHOCTEH) Konebanock oT 2.4 o 4.8 mpu cpenHeM 3HaueHuu 3.8 MKI/MKr bxi a. B koHie
HKCTIOHEHIMAIBHOM (ha3bl pocTa KOHLEHTpAIMs INIMKOIeHa B KJeTKax BapbupoBaia oT 1.2 mo 2.5
npu cpenHeMm 3HaueHWH 1.9 MKr/mMKr Bxi a. Bo Bcex skcmepuMeHTax MpH NMepexoie KyJIbTyp OT
(a3bl AKCIIOHEHIMAIBFHOTO POCTa K 3aMEUICHHOMY pPOCTy HaOmtomanu Hekoropoe (okono 10%)

YBCIIMUCHUC COACPIKAHUA TJIMKOTCHAa B KIICTKAX C MNOCICAYHOIIMM pPE3KUM CHHKXCHUCM IIpU
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nepexojie B cramuoHapHyio ¢asy (pucyHok 15). CpemHee maneHue COACp)KaHHUs TIUKOTEHA B
KJIETKaX OT Haudaja pocTa KyJIbTyp K KoHIy pocTta (10 u) cocrapmsino 1.82+0.534 mxr/mxr bxi a.
Ota pa3HMLA B MepecueTe Ha KOJMYECTBO KJIETOK B €QMHHUIE 00beMa COCTaBHJA, MPUMEPHO, 2.8
MKT IJIMKOT€Ha B 1 MJI cpenbl, a MpHU NepecyeTe Ha KOJIMYECTBO TJIIOKO3bl (MOHOMEpP IUIMKOT€HA)

YMEHBIIIEHNE B KYJbTYyPE COCTAaBWIO 15 MKMOJIB/JI.
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Pucynok 15. CoznepkaHue IriMKoreHa B KJIETKaxX U aleraTa B Cpelie P NEPECEBE KYJIbTYP
Rba. capsulatus c¢ makrara Ha amerar: 1 — onrtmyeckas mioTHOCTh (Ollgso); 2 — comepikaHue

TJIMKOTEHa B KiIeTKaX (MKI/MKT bxit a); 3 — KoHIeHTpaIus anerara B cpeje (MM).

3a 310 Ke BpeMs B cpejie KOHIICHTpaIus arierata cHmkanach ¢ 20 1o 1.2 MM (pucynok 15).
W3 3TUX pe3ynbTaToB CleAyeT, YTO MOTpedsieHrne 3alacHOro KJIETOYHOIO BelllecTBa (IJIMKOreHa),
UMEIolIee MECTO NP NEepexo/ieé OT HCIOJIb30BaHMS KIETKaMU JIaKTaTa Ha aleTrarT He MOXKET
OOBSICHUTH POCT KYJbTYp B mpucyTcTBuu anerata 6e3 WMIJI aktuBHOCTH Ha mpoTsikeHuu 8-12
gacoB. Takum oOpa3omM, B kietkax Rba. capsulatus mmerorcst nHble aHAMIEPOTUUECKHE MYTH, YTO
HOATBEPIKAACTCS JaHHBIMU ApyTrux aBTopoB (Meister et al., 2005).

Hecmotpst Ha TO, uTO KyabTypa Rba. capsulatus crocoOHa UCTIONB30BaTh alieTaT B KauecTBE
€IMHCTBEHHOTO HCTOYHHMKA YIJepoja B OTCYTCTBHE TIJIMOKCHIATHOTO IMyHTa, 3TOT TMYTh
BocriosHeHust myna LYK wurpaer BaxkHyro posib B pocTe OakTepuM Ha Cpele C aleraTtoM. JTo
YTBEP)KACHUE CIEAYeT M3 TOro (Qakra, 4To IMpH IHEPEceBE KYJbTYphl C <«JIaKTaTa Ha aleraT»
CKOPOCTh €€ pocTa Bo3pacrtaina o Mepe yBenudenus NIJI akruBHocTH (pucyHok 16A). HavanbHas
CKOPOCTh pOcCTa KyJbTyp (B MEPBBIA yac pocTa mocie jar-¢asbl) B 9 He3aBUCUMBIX 3KCTIEPUMEHTaX

cocraBmsina 0.084+0.053 w. Bpewms HapacTaHms CKOPOCTH POCTA B PAasHBIX AKCIEPHMEHTAX
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BapbUpoOBaio OT 3 1m0 5 vacoB (Ha pucyHke 16A — 3,5 gaca). MakcumanbHasi CKOPOCTh pOCTa
KyJbeTyp coctanisiia 0.179+0.0145 g,
Bmecte ¢ TeMm, mpu mepeceBe KIETOK «C ameraTa Ha ameTrar» CKOpOCTb pocra Obuia

MaKCUMaJIbHOU cpasy (pucyHok 16b).
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Pucynok 16. Kpusrsie pocra kynsTyp Rba. capsulatus mpu mepeceBe ¢ jmakTara Ha ameraT
(A) u ¢ anerata Ha anetar (b) (TunuuHbIe SKCIepuMeHThI): 1 — ontryeckas mwioTHOCTh (Ollssg); 2 —

-1
yJielbHasE CKOPOCTh pocTa (U ™).

Y4uTteIBas, 3HAYUMOCTb PA3IMYUN B CKOPOCTSAX POCTAa MUKPOOPTaHHW3MOB B KOHKYPEHIIUHU
OaKkTepuii B €CTECTBEHHBIX KOHCOPIMyMaX, CYIIECTBEHHOE YBEIMUYEHHME CKOPOCTU pocTa MpHU
amantaiuu KyieTypsl Rba. capsulatus B10 k pocty Tonbko Ha amerare 3a CYET «aKTHUBALIUW»
TJIMOKCHIIATHOTO IITYHTA, CBUAETEIBCTBYET O €r0 CYIIECTBEHHON POJH [T JAHHOW OaKTepuH.

3.2.2. Biusinue pH pocroBoii cpenbl Ha UIIJI akTuBHOCTH B KyabTypax Rba.
capsulatus.

Bimsaaune pH xynberuBupoBanus Ha MI[JI akTUBHOCTH KyJIBTYp MOXKHO IIPOBOJIUTH B

KOHTPOJIUPYEMBIX YCIOBHSX, MOAJAEpKHUBas 3anaHHoe 3HadeHue pH. OpHako, 3TO oOueHb
TPYILOEMKHII M JJIMTEIBHBIA mpouecc. OTO BIHSHUE MOKHO H3y4aTb U B NEPUOIUYECKUX
HEKOHTPOJIUPYEMBIX KyJbTypax. [Ipu yBennueHnn BpeMeHU pocTa KyJIbTypbl Ha Cpee ¢ alleTaToOM
3a CYET JECATUKPATHOIO YMEHBIIEHHUS KOJMYECTBAa BHOCUMOTO B cpefy HHOKyisTa (1%) Mbl
HaOmogamu yBenudenue MIJI aktuBHOCTH B mporecce pocta KyJabTypbl. OHO MPOUCXOIUIO 0
ONpeNIeIEHHOro MOMeHTa, 3areM MILJI akTMBHOCTBH OCTaBajgach Ha MOCTOSSHHOM YPOBHE BIUIOTH 10
HACTYIUICHHs (ha3bl 3aMeNJICHHUs] POCTa U CTallMOHAPHOM (ha3bl, MOCE Yero CHUXKAaIach (JaHHbIC HE
npuBeneHbl). Ecmm  yuects, uto mnpu noctosHHoil HMIUJI aktuBHoctm pH cpeast B
HEKOHTPOJIMPYEMBIX KynbTypax Rba. capsulatus B10 mocTtostHHO H3MEHSIETCS 3a CYET MOTPEeOICHHUs

arerara, To, 0OTOMpasi KyJIbTypbl B pa3HbIX TOUKaX SKCIIOHEHIMAIBHOM (a3bl, TOCTATOUHO U3MEPUTH
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pH u WIJI akTUBHOCTH KyJbTYyp M COTOCTaBUThH ATH 3HadyeHHs. [IpoBereHHBIE TakuM oOpazoM
skcriepuMenThl (Tabnuma 4) nmokasanu, uro npu u3MmeHenuud pH ot 6,9 1o 8,6 UIJI akTUBHOCTH

u3MeHsu1ach npuMepHo ot 150 1o 225, npuuem 0e3 BUAMMOIL cBA3H ¢ n3MeHeHneM pH.

Ta6auua 4. Boussaue pH cpenst na HIJI-aktuBHOCTH B mporecce (HOTOTpOHOTO pocTa

kynsTyphl Rba. capsulatus B10 na cpene ¢ anieratom™.

pH, en NI1JI, amonb/Mub/Mr Oenka
6,9 173,2+68,6

7,0 128,5+26,5

7,2 224,1+25]7

7,4 149,2+3,8

7,6 195,0+26,0

7,8 145,3+14,5

8,6 174,5+17,1

[Ipumevanne. * — KyJIbTUBHUPOBaHHE NPOBOIMIOCH B TMPOOMPKAX C TOJIIMHON CIIOS

KyJbTYpbl 1 CM IpHU MHTEHCUBHOCTHU Najaroiero ceera 40 BT/M? Ha MUHepanbHOU cpeae ¢ 20 MM
aneTara i THaMUHTUAPOXIJIOPUIOM B KaUECTBE UCTOYHMKA BUTAMHUHOB.

HecMmoTps Ha TO, YTO 3TH M3MEHEHHUS MPEBBILIAIOT U3MEPEHHBIN JOBEPUTENbHBIN HHTEPBA,
OHM HE CBfA3aHbl C u3MeHeHueM pH, a, mo-BuauMoMmy, OOyCIIOBJIE€HBI HW3MEHEHHEM KaKOIro-TO
Japyroro (akropa, KOTOPHIA Mbl HE MOIJIM KOHTPOJIMPOBATh B 3THUX YCIOBHAX. Takum oOpazom,
cunre3 MIJI knerkamu He 3aBucut ot pH cpensl.

3.2.3. Bausinue nHTeHcuBHOCTH cBeTa Ha UIIJI akTHBHOCTH B KyJabTypax Rba.
capsulatus.

N3yyeHne BIMSHMS HWHTEHCUBHOCTM ocBemieHMs kinetok Ha MIUJI aktuBHOCTH B
«areratHbIX» KyibTypax Rba. capsulatus B10 npoBomunu, cpaBuuBas VIIJI akTHBHOCTB KYJBTYD,
BBIPAILIEHHBIX NPH PAa3HOM OCBEIIEHHOCTH (00BeM MHOKYIIsATa cocTaBisil 10% i1t 06eux KyJabTyp).
Onny KyJabTypy BbIpamuBaid B 16 mu mpoOupKax C TONIIUHOW CJOSA KyJIbTYypbl 1 cM
MHTEHCUBHOCTBIO ocBenteHus 40 BT/M> Ha cpeae Opmepyaa ¢ 20 MM anerara. B Hell MakcumanbHas
aktuBHOCTH MUIIJI cocraBuma 155,2420,3 HMmoas/mMun/mMr Oenka (pucynok 17). pyryio
BBIPAIMBAINA B YCIOBHAX CHWXCHHOH OCBEIIEHHOCTH KJIETOK (TOJIIMHA CIOS KYJIbTYpHl 2,5 CM U
WHTEHCHUBHOCTD Tajatomiero cseta 20 BT/MZ) Ha TOW ke cpene. B maHHOU KynbType HaOIIOAaIOCh
CHIDKEHUE CKOPOCTH pocTa M MakcumaiabHOro 3HadeHust WIIJI akTHBHOCTH, KOTOPOE COCTAaBUIIO

53+10,7 aMous/MuH/MT 0011eTO Oerka (pucyHok 17).
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Pucynoxk 17: HIJI
1.8 250 aKTHBHOCTh B IEPHO-
IUYECKUX  KYyIbTypax
Rba. capsulatus B10
IIPU pa3HOM OCBELICH-
HOCTH KJeTok. 1 —
ONTHYECKAs MIIOTHOCTD
u 2 — U1JI akTUBHOCTH
KyJbTYpBl MPU HHTEH-
CUBHOCTH OCBEILICHUS
40 BT/MZ; 3 - omru-
Yyeckas IJIOTHOCTh U 4
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VYmenbmenne MIJI akTUBHOCTH KJIE€TOK IPU CHUXKEHUU UX OCBELIEHHOCTH MOXXET OBITh
CBS3aHO KaK C MOHMKEHHOH CKOPOCTBIO pPOCTa KYJbTYPHhI, TaK U C MOHUKCHHONH MHTEHCUBHOCTHIO
ceera. [loaToMy TpeOyrOTCS IOMONHHUTEIbHBIC WCCICIOBAHMS ISl pa3leieHHus STUX (HaKTOPOB.
Hampumep, MoxHO 06110 Ob1 poBecTH M3MepeHue akTuBHocTU MIJI B KynbTypax co CHHIKEHHOM
CKOPOCTBIO POCTA 3@ CUET YMEHBILICHHS TeMIIepaTypbl IPU KyJIbTUBUPOBAHUH.

3.2.4. MIIJI akTtuBHOCTHL B KyabTypax Rba. capsulatus mpu cmene pocToBoro
cy0cTpara ¢ anerara Ha JJaKTaT.

[Tosie3HBIMU, ¢ TOYKH 3PEHUS JIYUIICro MOHMMAHUS (DAKTOPOB, BIUSIONIMX Ha (PEPMEHTHI
TJIHOKCUIIATHOTO IIUKJIA, a TaKkKe ero pojiu B Metabonusme Rba. capsulatus, sistorcst naHHBIE O
neiicteun Ha WIJI akTUBHOCTH CyOCTpaToOB, METa0ONM3UPYEMBIX B Pa3IUYHBIX YyYacTKax
MeTtabonm3ma Oaktepun. M3BECTHO, YTO aKTHBHOCTH 3TOr0 ()epMEHTa B KYJIbTypax ITypITypPHBIX
HECEPHBIX OaKTepuil OTCYTCTBYET NPU POCTE HA CYKIMHATE W MaJlaTe — HEMOCPEICTBEHBIX
npemamectBennukax II[YK B IITK (Nielsen et al. 1979; Kornberg, Lascelles, 1960). boxee Toro,
MOKa3aHO, YTO MpPH J00ABICHUU B «aleTaTHbIe» (POTOTpOodHBIE KYIBTYPHI MypPIyPHBIX HECEPHBIX
OakTepuii oHOTO M3 ATHUX cyOcTparoB (B ciyuae Rps. palustris — cykimnara, a Rba. capsulatus —
D,L-mamara) WIlJI-aktuBHOCTS KJIETOK pe3ko cHmkaetcs (Kornberg, Lascelles, 1960; Blasco,
1991, cooTBeTCTBEHHO). DTH MaHHBIC TMOATBEP)KIAIOT, YTO OCHOBHOM POJBIO TIIMOKCHIATHOTO
IIYHTa Y 9TUX OaKTepHii B TaHHBIX YCIOBHIX pocTa siBisieTcs Bocnonnenue myna H[YK. Ognako Ha

MOMCHT HaIlluX I/ICCJIC,Z[OBaHI/Iﬁ B JOCTYIHBIX JIUTCPATYPHBIX UCTOYHUKAX HC OBLIO I/IH(I)OpMaI_[I/II/I (6]
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BIIMSIHUM Ha aKTUBHOCTH TJIIMOKCUIIATHOTO MyTH cyOcTpaToB, MeTabonu3upyembix yepe3 [I1BK (D,L-
nakTat, D-manar, yrieBosbl), KOTOpble MOTYT J1aTh KOCBEHHYIO MH(OPMAIHIO O B3aUMOJIEHCTBUU
HTK, rnmuokcuiaTHOTO IIyHTa U ITyTel CUHTE3a/paciaia yriieBo10B.

Y Rba. capsulatus B wmerabomusm [IBK BoBneueHsl criemyromme (EpMEHTHI:
NUpYyBaTACTUAPOTeHA3a, TNHUpyBaTkapOokcmiaza, mnupyBaTknHaza u  DEIl-kapOokcukuHaza
(Willison, 1988). MuTepecHO, 9TO aBTOPhI HAOIIOAAIH aKTHBHOCTh ATUX (DEPMEHTOB B SKCTPAKTAX
kierok Rba. capsulatus B10 u Ha cpene ¢ amerarom. Ho ypoBeHb MUpyBaTKapOOKCHIIA3bl OBLT
MEHBIIUI, a NMHUpPyBaTKWHa3bl — Oojee BBICOKMI, YeM B KJIETKaX, BBIPAIIEHHBIX Ha JIAKTaTe.
AKTUBHOCTh TUPYBATICTUAPOTEHA3bl HE OOHApPYKMBAJIACh B KJIIETKAaX, BBIPAIICHHBIX Ha Cpele C
areratoM. Kpome Toro, MyTaHTHBINM 110 THpYBaTKapOOKcuia3e (OCHOBHON (pepMEHT HEOOXOAMMBIA
anst obpasoBanusi u3 [IBK C4-cyoctparoB mis LITK) mramm Rba. capsulatus B10 coxpansin
KHU3HECTIOCOOHOCTh TOJIBKO Ha CpeJie C aleTaTOM M POC TOJBKO MOCIHE JJIUTEIBHOIO Jar-nepuoaa
(Willison, 1988).

Kak ormeuanocs Beite, y nanHoit 6akrepun MIJI akTuBHOCTH He OOHApYyKEHA HU B OJHOU
u3 (a3 pocTa ociIe MHOIOKPAThIX AaCCaXeH Ha cpely ¢ JTaKTaTOM.

Jyis Toro 4TOOBI HCCIENOBaTh, Kak BiHseT M00aBleHHBIH B cpemy mnakrat Ha WIJI
aKTUBHOCTh KJETOK, K areratHod KyapType Rba. capsulatus B10 cpasy mocime ee mepexona B
cTaunoHapHy!o (azy pocrta, korga MIJI akTHBHOCTh MakcHUMasbHA U UCYEPIIAH ALETAT, JOOABISIIN
cpeny ¢ 30 MM mnaktarta (1/3 ot o6bema) (pucynok 18). B mepBslif uac mocie go0aBieHUs JIaKTaTa
HIJI akTUBHOCTH KIJIETOK HE TOJBKO HE YMEHBIIMJIACh, HO U HECKOJIbKO BO3pocia (pUcyHOK 18,
kpuBas 3). Kpussie 4, 5 u 6 Ha pucynke 18 nokaseiBatoT pacuetHoe n3Menenue MIUJI aktuBHOCTH
KJIETOK, €CJIH MPEIINOJ0XUTh, YTO B MOMEHT, C KOTOpPOro HauyuHaercs kpuBas, cuHTe3 NILJI
IpeKpaTUiCs, AaKTUBHOM jerpajanuu ¢epMeHTa He ObUIO, M HMMEJIO MeCTO pa30aBieHHe
umeromierocs (hepMeHTa B XOje NMPUPOCTa HOBBIX KIIETOK, He cuHTe3upyromux MIJI. TTockombky
naxe depe3 3 u KynptuBupoBaHus WMIJI akTMBHOCTH KJIETOK OCTaBajlach Ha HA4yaJlbHOM YPOBHE
BMECTO MPOTHO3UPYEMOTO CHWXEHUs mpuMepHo 10 40% OT HCXOAHOrO YpOBHS, MOXKHO
YTBEPKAATh, YTO B JAHHBIX YCIOBUAX UMEET MECTO AONOJHUTENBHBIN cuHTe3 MIUJT.

CHmxenne WIUJI akTMBHOCTM B KJIETKaX HUXKE YPOBHA, NPEICKAa3aHHOIO KpUBOWU 4,
NPOMCXOIWIIO JIMIIb IOcie 3 dYaca KyJbTUBHUPOBAHHS, KOTJa KyJbTypa mepexomwia B (asy
3aMeJICHUs POCTa, YTO JEMOHCTPHPYET KpHBas CKOPOCTH pocTa (pucyHok 18, kpuBas 2). Ilpu
JOCTHXKEHUH KyJIbTYpOH cTallMOHapHOW (haspl, BBI3BAaHHON ucyepranueMm makrata, WIJI
AaKTUBHOCTH OBICTPO CHWXKajach M K 6 yacy SKCIEpUMEHTa IMOJHOCThIO Mcue3ana (pUCyHOK 18,

KpuBas 3).
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Pucynok 18. U11JI aktuBHOCTH Rba. capsulatus npu mobGaBieHHH K KyJIbTypam, BEIPOCIIUM
B mpucyrtcTBuu amerata, 10 MM makrara: 1 — omrmyeckast ioTHOCTh (Ollgz); 2 — ynaenbHas
CKOpOCTh pOCTa (a?); 3 — MIUI akteBHOCTH (% OT MaKCHMaibHOH); 4, 5 m 6 — pacyeTHoe
u3MeHenune MIJI akTUBHOCTH, MCXOJS W3 NPEINOJOKEHUS, YUTO B MOMEHT, KOIJla HauMHAETCs
kpuBast (100%), cunte3 ULJI npexpatuics.

Takxum oOpazom, aktuBHbIM cuHTe3 UILJI kak kimtoueBoro ¢pepMeHTa TTMOKCHIATHOTO IITyHTA
B MPUCYTCTBHHU JIAKTaTa MOKET yKa3blaTh Ha BO3MOKHOCTh COBMECTHOTO (DYHKIMOHUPOBAHUS MIPU
pocte Ha amnerate myTH cuHTe3a [IBK (MX HECKOJBKO, B OHH OYIyT pacCMOTpPEHBI B paszjaene 3.5.).
OH Takxe MOXET OOBSCHATHCS oOpa3oBaHueM aneTwi-KoA B 3tux kynbTypax u3 [IBK (3a cuer
MUPYBaTACTUAPOTeHA3bl WM MUPYBAT:OKCUAOPEAYKTa3bl), KOTOPBIA Jaliee BCTYMAaeT B pEaKlUu
TJIMOKCUJIATHOTO LMKIA. B mocnmepaHeM ciiyyae TIIMOKCHIJIATHBIM IMKI CIY>KWI Obl CHIOCOOOM

MJIACTUYECKON TEpPEeCTPOUKH YIIIEPOAHBIX coeAuHeHuN B C4-KUCIOTHI, HEOOXOAMMBIC MJIS

nporeccoB OnocuHTe3a. JlaHHbIE MPEANOI0KEHUS HY K AAI0TCS B SKCIIEPUMEHTAIIbHOM MPOBEPKeE.
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3.3. BoisicHeHMe aJIbTEePHATUBHBIX [VIMOKCWJIATHOMY IIYHTY NyTel BOCIOJTHEHHUS MyJia
IIYK B Rba. capsulatus.

Hamu 6bu1 ocymiecTBieH mouck MH(GopManun o0 aJbTepHATUBHBIX MOCIEI0BATEIBHOCTSIX
peakuuii BocmonHeHust myia uHtepmenunaroB LITK (cm. pasgen 2.5.2.), xotopble Moriu Obl
dbyukunonupoBats y Rba. capsulatus B10 npu pocre Ha cpene ¢ aneratom B otcytctBun MITJT
aKTUBHOCTH. AHalIM3 M CHUCTEMAaTU3alUsl OTOOPAHHBIX pPEaKUUH MO3BOJIMIM CO3[aTh EIUHYIO
MeTa0OoJIMUECKyI0 cXeMy (pUCYHOK 19), BKIIIOYAIOIIYI0 HM3BECTHBIE M PaHEe HEU3BECTHHIC IMyTH
BocrionHeHust myna LYK, K mocnennum oTHOCSATCS myTh ¢ ywyactueM PyOucko B KayecTBe
okcureHassl, myTh obpaszoBanus [IBK u3 amermn-KoA u dopmmara (obpasyercst uz CO,), myThb
obpazoBanusi yuc-akonutara u3 [IBK wu amerun-KoA, anpTepHATHBHBIA TyTh OOpa3OBaHMS
dbymapata ¢ ywactueM crounuduuHoro k (R)-uzodopme cyOctpara mamuk-depmenta. [Ipu
COCTaBJIICHUM META0OIMUECKOM cxeMbl (pUCYHOK 19) ObUIO OTMEYEHO, UYTO HEKOTOpHIE U3
paccMaTprBaeMbIX ITyTe UMEIOT 001Me peakK U BapuadenbHble yuacTku. Kpome Toro, B citydae
HEKOTOpBIX IyTel aBTOTpodHOMN (ukcanuu CO, misg aHAIUIEPOTHYECKON (DYHKIIMU B YCIOBHSX
reTepoTpo(pHOro pocra Ha aleraTe J0CTaTOYHO JIMIIb YaCTH UX peakuuit 11 cuHTe3a C4-3BeHbeB
IOTK (pucynoxk 19).

[Ipn paccMOTpeHMM TMOJIy4YEHHOH METa0OJMYECKOW CXEMbl BBISBIECHBl  KIIIOUEBBIE
Metabomutel myTed BocmonHeHus mnyna I[YK (rmuokcunar, npommonmin-KoA, TIBK/®EII),
npeBpaiieHre KoTopbix B 3BeHbd LITK MokeT mpoucxonuTh HE TOJBKO B pEaKLUsX, KOTOpbIE
IPUHATO CUMUTATh YaCTblO KOHKPETHOIO AaHAIUIEPOTHYECKOrO0 IyTH, HO M B JIPYruX
MOCIE0BATEIBHOCTAX peakuuid. [loaToMy TpaauLiMOHHOE MpeICTaBICHUE peakUnii, IPUBOISAIINX K
BocnosHeHuto myJa H[YK, B Buie KOHKPETHBIX MyTEH U LIUKIOB KaXETCs YIPOIICHHBIM. B CBA3M ¢
9TMM HamMu Oblia pa3paboTaHa Kiaccu(UKaluss BceX MeETa0OJUYECKUX MyTeH, HMEIOIUX
oTHoIIeHHEe K BocnoiHeHuto nyia [I[YK, ocHoBaHHas Ha KITI0UEBBIX METa0OIMTAX, & HE U3BECTHBIX
nyTsx ¥ nuknax (Ilerymkosa, [{pirankos, 2017).

B coorBeTcTBHHM ¢ mpeularaeMoil HaMu Kiaccu(uUKalue 3T MyTH MOXHO HOJpPa3JeIuTh
Ha YeThIpe OCHOBHBIX I'PYMIIBI 10 00pa3yeMoMy B HMX METa0OJUTY, 4epe3 KOTOPBIM MPOUCXOAUT
oopazoBanue H[YK wmm 3BenseB LTK. Ilytu (I), B KOTOpBIX NpOMUCXOAMT OOpazoBaHHE
IMoKcuiaTa (TJIMOKCUIIATHBIA IIUKI; MyTh ¢ yyacTueMm PyOucko B xadecTBe okcureHassl). [lyTu
(IT), B KOTOpPBIX TPOUCXOAWT OJHOBPEMEHHO OOpa30oBaHWE TJIHMOKCHIaTa W MponuoHmI-KoA
(MeTuUIacmapTaTHBIN, IIUTpaMaNIaTHBIN MUKIBI U dTHIManoHWI-KoA myTs). [TyTtu (III), B KOoTOpBIX
OPOMCXOTUT 00pa3oBaHHE TOJNBKO MPONMUOHMI-KOA (dacth peakuuil 3-THIPOKCHUIPOINNOHATHOTO
mukna). Ilyta (IV), B kotopeix obOpasyrorcs [IBK/@EIl (oOpasoBanme IIBK w3 sx30reHHOTO

anerata 1 CO; ¢ yyacTeM NUpyBaT:OKCUI0-PEAYKTa3bl; U3 S3K30reHHOoro amerata u CO; ¢
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Pucynoxk 19. M3BectHrie MeTabonmueckue MyTd, crocoOHble K BocnonHennto myna YK B IITK
MIPU WCIIOJIb30BaHUM aIleTaTa B KayecTBE €QUHCTBEHHOTO HCTOYHHMKA yriiepoma. Apabckmmu mmdpamu
o0o3nauensl peakiuu. L[TK (1-13); rmuokcunataeiit muki (1-3, 14, 15, 11-13); MeTunacnapTaTHbIA UK
(1-4, 20-23, 18, 19); yacte peakiuii UTpaManatHoro nukiaa (24-26, 23, 18, 19); uacte peaxiuii
srunamanoHmn-KoA nytu (35, 36a, 37a, 38-41, 18, 19); 3-rumpokcunponuonatHeii ik (42-50, 10-12, 51,
16 u 42-47, 19, 18, 52, 53). Ilytu, B koTopsix nponuoHmi-KoA npespamaercs B II[YK — metrmimManonm-
KoA myts (48-50, 10-13), metunuurparabiit ki (55-58, 11-13 u 27/30 u 31 B couetanuu ¢ 28/29), nyTh
okuciieHus: nponuoHMI-KoA uyepes makrtar (47, 59-61 u 27/30 u 31 B coueranuu c 28/29). Ilytu
obpazoBanus [IBK u3 sx3orennoro amerata (62 u 63, 64); nmyte OurHepa—/lymoposa (65-70); myTsh
OMbaena—Metieproda—Ilapnaca (71, 72, 75/82-81, 31); uukn KansBuna—bencona (83, 84, 79, 78, 77, 76,
82, 85-89). Amnamneporuueckue kapOokcmnaspl: 27-30; IlyTe oOpa3oBaHHs TJIHMOKCHJIATa C y4acTHEM
PybOucko B kadectBe okcureHassl (90-92/92-92a/93); myts obpasosanust u3 IIBK u ametmia-KoA wyuc-
akonuTara (24,97-98, 99/100-102); myts obpasoBanus (opmuara W3 mupysara depe3 D-mamar (94-96).
Cxema cocraBieHa Ha ocHOBe nH(popManuu u3 6a3sl naHHbIX KEGG Pathway.
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y4JacTheM oOpatumoi ¢opMmuataeruaporeHassl u odpatumoit popmuar-C-aneruntpancdepassr,
obpazoBanue DEII/IIBK 3a cyer 3amacHbIX yrieBoJOB B MyTsaX DHTHepa—/lynopoBa u OMOeHa—
Meiieproda—Ilapuaca; oopazosanue ®EIT/TIBK u3 unrepmenuatos 1ukia Kanspuna—bercona).

[TyTtn mpeoOpa3oBaHUsl CHHTE3UPOBAHHBIX INIMOKCHIIATa, mponroHmI-KoA nmm [IBK/®EIT B
3BeHbs LITK Takke BapnabenpHbl. OOpa30BaBIIMIACS pa3HBIMH CTIOCOOaMU TPOMMOHUI-KOA MOXeT
npeoOpazoBaThes 10 CyKIUHII-KOA (B METUIIUTPATHOM WJIM METHIMATIOHUIOBOM IMyTsIX) UIH 10
IIBK (myth okwucienuss mponuoHmia-KoA depes makrar). IlpeoOpa3oBaHue TIHOKCHIAaTa B
untrepmenuathbl LITK Takke MOXKeT OCyIIecTBIATHCA pa3HBIMU My TSAMHU (3a CUET JIByX MaJIaTCHUHTA3,
OTJIIMYAIOMINECS] CTAOMIBPHOCTRIO M aKTUBATOPAMM; 3a CYET OOpa30oBaHMS MajlaTa depe3 CTaauio
obpazoBanus (S)-mammia-KoA). O6pazosanne u3 [IBK/®EII npeamecreennnkos [IIYK Bo3MokHO
HANPSMYIO 332 CYET MIECTH PA3IUYHBIX AHAIUIEPOTUYECKUX KApOOKCHUIHUPYIOMUX (PEPMEHTOB HIIU
yepe3 cTaauio oOpazoBaHMs (ymapara ¢ ydactueM crnumuduunoro k (R)-uzopopme cyOcrpara
oOpatumoro Jnekapookcunupyronero mammk-pepmera. Kpome toro, mpepamenue [IBK B
uHTepMeauatsl L{TK Bo3MOXXHO Takke B THIIOTETHYECKOM IMyTH 00pa30BaHUs yuc-aKOHUTATa Yepe3
CTaanI0 00pa30BaHUs UTAKOHATA.

ITockonbKY OJIHY M Ty K€ PEaKLHUIO YacTO CIIOCOOHBI OCYIIECTBIATh HECKOIBKO (DEPMEHTOB,
HamMu ObUT yTOYHEH HaOOp (EpPMEHTOB ISl peakUuil TOJYYCHHOW METaOONIMYECKON CXEMBI,
MpeACTaBICHHON Ha pucyHke 19 (cm. pa3aen 2.5.2.). 3atem Ha OCHOBE CYIIECTBYIOIICH aHHOTAIIUH
renoma Rba. capsulatus SB1003 (pudamnunuu-pesuctentHbii mtamm Rba. capsulatus B10 (Yen,
Marrs, 1976)) u mocienyromero yTOYHEHUS HaJH4YMs HMHTEPECYIONIMX TE€HOB U3 OTOOPAaHHOTO
cnucka ¢ momormpio anmroputMoB BLASTN u tBLASTN (cm. 2.5.2.) Obut ompeneneHbl MyTH
BocrioniHenust myaa I[YK, rensl kKoTopbix mpuCyTCTBYIOT B reHome Rba. capsulatus. UYrtoOsr
OTpEeNeNnTh, KaKUe W3 OTHUX MyTed aKkTHUBHBI B (POTOTPOPHBIX «aIleTaTHBIX» KYJIbTypax
uccieayeMoi OakTepuu, ObLI OCYIIECTBICH aHAIN3 TPAHCKPUIIMOHHBIX MpO¢uMIeH aneTaTHbIX
dororpodusix kKynpTyp Rba. capsulatus SB1003 (cm. rmaBy 2.8.3.). PesynabTarhl mpoBeIeHHOMN
paboThl CTPYKTYpUPOBAaHbI B COOTBETCTBUU C TMPEMAJIOKEHHOM HaMH KilacCUpHUKaluend 1o
MeTaboIuTaM.

. O6pa3oBaHue riIMOKCHJIATA.

I'nuokcunammuoiit yukn. Ilpu Hanmuuuu QyHKUMOHUpYlomero 1ukiaa Kpebca, uro
peamusyercs y Rba. capsulatus (tabmmma 5, pucynok 19 peakumm 1-13), Hamuume 53TOro
AHATUIEPOTUYECKOTO MYTH OMpeenseTcs QyHKIMOHUPOBAHUEM JBYX TOTOTHUTEIbHBIX (DEPMEHTOB
(pucynok 19 peaxkiuu 14 n 15) — n3ouutparnuasel (EC: 4.1.3.1) u manarcunrassl (EC: 2.3.3.9).
Rba. capsulatus o6mamaer renom wusorurpariuassl (aceA, RCAP_rcc03338) u nByms reHamwu

manarcunatasel  (aceB, RCAP_rcc03337; glcB, RCAP_rcc00839). TpaHCKpUNTHI TI'CHOB
64



TJIMOKCHIIATHOTO [MKJIA NPUCYTCTBOBaNM B oOpasmax ameTaTHbIXx KyinsTyp Rba. capsulatus,
BhIpallleHHbIX Ha cpene ¢ nobasienneM NH4Cl B kauectBe ucrtouHumka azora. Hampotus, B
KyJIbTypaX, BBIpOCIIMX Ha cpene ¢ npobasienueMm rinytamara Bmecto NH4Cl, TpaHckpunTh
M30LUTPATIMA3bl MPUCYTCTBOBAJIM HE BO BcexX Mpobax (Tabmuua 5). DTO MOXKET ObITh CBSI3aHO C
TeM, YTO TJIyTaMmaT CIY>XUT JONOJHHUTEIbHBIM HMCTOYHMKOM YIJepoJa, W, Kak CJIEICTBHUE,
NOTpeOHOCTh B  ()YHKIMOHUPOBAHUHM AHAIUIEPOTHYECKHX IyTeH CHIDKaeTcs. TpaHCKPHUITHI
MasarcuHTasbl §ICB mprcyTcTBOBaNM Bo Bcex 0Opasiiax aleTaTHBIX KyJIbTYp, MalaTCHHTa3bl aCeB —
BO BCeX oOpaslax KyJbTyp, KpOME OJHOTO M3 KYJBTYpbI, BBIpOCIICH Ha cpene ¢ J00aBIeHUEM
riayramara. OOCyX/IeHre BO3ZMOXKHOM POJIM KaXIOH M3 ITUX MaJaTCHHTA3, a TAKXKE PAaCCMOTPEHHUE
elle OJHOTO HEMPSIMOro IMyTH NMpeoOpa3oBaHUs TNIMOKCWIIATa B MajaT, NMPHUBEICHO B OTACIHHOM
paszerne, MOCBAIICHHOM ITyTsIM IPEBPAICHNUs TIMOKCHUIaTa B Masar.

Takum 00pa3oM, B HCCIEOYEMBIX alETaTHBIX KyJIbTypax TIJIMOKCHJIATHBIM LUK Ooiee
BOCTpeOOBaH TPH POCTE TOJBKO HA Cpele C aleTaToM B KadyeCTBE €IAMHCTBEHHOTO HCTOYHHKA

yriaepoja.
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Tabauna 5. Hanuune redos, kogupyromux Gepmentsl nmukia Kpedca (peakumu 1-13) u rimmokcunatHoro nukia (peakiuu 14, 15), a
TaKke MX TpaHckpumims y Rba. capsulatus mpu pocte ¢ Bcmopb30BaHUEM aleTata U pa3HbIX HCTOYHHKOB a30Ta.

Howmep O603H. | Homep ¢ynkiuu B coorBerctBuM ¢ 0a3zoil manHeix KEGG | Unentuduxannon- Hcrouynuk a3ora B cpene
peaknuu | ['ena Orthology; Ha3Banme u HOMEp (QEpMEHTa, KOIUPYEMOTro | HbIH HOMEp reHa rnyramat (2 MM), | NH4CI 5
o TCHOM, B COOTBETCTBHH C KJIacCU(pHKAIMEeW (PEPMEHTOB IO MOBTOPHOCTH MM),
PUCYHKY OMHCaHMIO MociieaoBaTeasHOCTH B GenBank MTOBTOPHOCTH
I i v |l 1
1 gltA K01647; uutpat- (Si)-cunrasa (EC: 2.3.3.1) RCAP_rcc02364 P* |P [P P P P
2,3 acnA KO01681; akonutarruaparasa (EC: 4.2.1.3) RCAP_rcc02150 P PP P P P
4,5 Icd K00031; uzonurparaeruaporenasa (NADP(+)) (EC: 1.1.1.42) | RCAP_rcc01887 P PP P P P
6,7 SUCA K00164; oxcormyTaparneruaporerasa E1-cyoreqununa (EC: | RCAP_rcc00724 P PP P P P
1.2.4.2)
8 sucB K00658; JTUTHAPOTUIIONIIN3UH-CYKITuHUITpanchepasa, | RCAP_rcc00725 P PP P P P
nepeHocsias cykiuamwi, E2-cyoseaununna (EC: 2.3.1.61)
9 IpdAl K00382; nguruaponunonnaeruaporenaza-1 (EC: 1.8.1.4) RCAP_rcc00726 P P P P P P
9 IpdA2 K00382; muruaponunounaeruaporenasza-2 (EC: 1.8.1.4) RCAP_rcc01556 P PP P P P
10 sucD K01902; cykmuami-KoA-cunareraza (AJl®P-obpa3yromas), a- | RCAP_rcc00721 P PP P P P
cyopenunmna (EC: 6.2.1.5)
sucC K01903; cykmuami-KoA-cunareraza (AJld-obpasyromas), - | RCAP_rcc00720 P PP P P P
cyopenunmna (EC: 6.2.1.5)
11 sdhA K00239; cykimnataeruaporenasa, GiaasuaoBas cyobeauania | RCAP_rcc00733 P PP P P P
(EC: 1.3.99.1)
sdhB K00240; CYKIMHATAETHIPOreHasa, xene3ocepras | RCAP_rcc00736 P P |P P P P
cyopenununia (EC: 1.3.99.1)
12 fumC K01679; pymaparruaparasa (EC: 4.2.1.2) RCAP_rcc02826 P PP P P P
13 Mdh K00024; manatneruaporenasa (EC: 1.1.1.37) RCAP_rcc00718 P PP P P P
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Howmep O6o03H. | Homep ¢ynkiuun B coorBeTcTBUU ¢ 0a30ii manHbpix KEGG | Unentudukanuon- Hcrounuk azora B cpesie

peakuun | ['ena Orthology; Ha3Banme u HOMEp (QEpMEHTa, KOIUPYEMOTro | HbI HOMEp reHa raytamat (2 MM), | NH4CI 5

o TCHOM, B COOTBETCTBHH C KJIAacCU(pHKAIMEW (PEPMEHTOB IO MOBTOPHOCTH MM),

PUCYHKY OTNMCaHMIO MocienoBaTeabHocTH B GenBank MTOBTOPHOCTHU
I i v |l 1

14 aceA K01637; uzonurparnuasa, (EC: 4.1.3.1) RCAP_rcc03338 M |P|P A |P P

15 glcB K01638; manarcunTasa, (EC: 2.3.3.9) RCAP_rcc00839 P PP P P P

15 aceB K01638; manarcunTasa, (EC: 2.3.3.9) RCAP_rcc03337 P PP |A |P P

* [Ipumeuanue. OO03HAUYECHUS 3/1€Ch M J1ajiee: TPAHCKPHUIIT MPUCYTCTBYET B oOpasiie — P, oTCyTCcTBYeT — A, IPUCYTCTBUE TPAHCKPHUIITA

CUHMTACTCA HCOOJHO3HAYHbIM — M
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Ilymoy o6pazoeanusa znuoxkcunama c yuwacmuem Pybducko ¢ kauecmee oxcuzenasol.
Peakuuu, BXojgiiue B 3TOT IyTh, paHee HE PacCMaTPUBAIKMCh C TOYKH 3PEHHsI BO3MOYKHOTO HX
yuactusi B BocniosiHeHunu myna LH[VK (pucynok 19, peakiun 90-92/92-92a/93). Kak ynoMuHaaoch B
pasnene 1.3.2., dopmsr | u |l PyOucko mypnypHBIX HECEPHBIX OaKTepHil HapsIy ¢ KapOOKCHUIa3HOM
AaKTUBHOCTBIO, CUHUTAIOLICIICSI OCHOBHOM, CHOCOOHBI MPOSBISATH OKCUTE€Ha3HYIO AKTHBHOCTb,
okucnss pubynozobuchocdar g0 pochormukonara u OI'K (Bowes et al., 1971; Tabita, 1988;
Gibson, Tabita, 1977). ®I'K MoxeT manee BCTymaTh B peakiuu Iukia KaibBHHA, B KOTOPOM
Pybucko ¢yHKuMOHMpPYET Kak KapOokcmiasza, a (ocoriaukoiaT NpeBpaliaeTcss B TIUKOJAT.
[Hocnenuuit OO BBIIENSETCS B OKPY’KAIOLIYIO Cpery, JIMOO, BCTyHaeT B IUIMKOJATHBIA IyTh
(pucyHok 20), B KOTOPOM U3 JIBYX MOJIEKYJI [JIMKOJIaTa IPOUCXOAUT 00pa3oBaHHE OIHOW MOJICKYIIbI
OI'K u Bwigenenue onHodt Moisekynsl CO,. IIpouecc cBetozaBucumoro mnorjouienus O; u
BeiienieHust CO; (oTonpixaHue) y BBICIIMX PACTEHUH MPOTEKaeT B KJIETKE OAHOBPEMEHHO ¢
¢dbynkunonupoBanueM 1ukiaa KanbBuna-bencona (DaBapac, VYokep, 1986). ®otoapixanue
obnapyxeHo u y ¢ortorpodpueix Oakrtepuii (McFadden, Shively, 1991). Jlonroe Bpems 3TOT
Ipoliecc CYUTaNCs OECIoIe3HbIM 3BOJIIOLIMOHHBIM nepekuTkoM (Hukos, 1996), 6onee Toro, 10 cux
nop BeayTcsl paboThI, HANPaBJICHHbBIE HAa CO3/1aHUE CUHTETUYECKHUX MyTel (POTOJBIXaHUS, KOTOpPHIE
Obl UM B 00XOJ PEakuH KIACCHYECKOTO TIMKOJATHOTO IyTH W TIO3BOJMIM OBl TOBBICHTH, IO

MHEHHIO aBTOPOB, 3h(hekTuBHOCTH TpeoOpa3zoBanms 3Hepruu 1 CO, B 6uomaccy (Shih et al., 2014).

3x3-docdormuuepar 2x hocornukonar \V

2xIHKOIAT

D-riuuepar 2x0, |~ 2%0,
2x pubyio3zo-1,5-6uchocdar NS D
2372
FHAPOKCHITHPYBAT 2 x TITHOKCHIIAT
NH;
2- orccorﬂyTapaT L- rﬂyTamaT

2><1"11HL[P[H -

Pucynok 20. Cxema dotospixanus (cocraBicHa Ha ocHOBe nHMopMaiuu u3 6a3sl ganubix KEGG

Pathway).
I'muokcunar, oOpas3oBaBIIMICS U3 TJMKONAaTa B pPEAKOUSAX TIUVIMKOJIATHOIO TYTH, C
JOITIOJIHUTCIIBHBIM 3TaIllOM HpeO6paSOBaHI/I$I B MajiaT, MOXCT OBITE BaﬂeﬁCTBOBaH JJIs1 TIOITOJTHCHU A

myJia H_[yK bonee TOro, O6pa3OBaHI/Ie TIMOKCHJIaTa BO3MOKHO U B OTCYTCTBHUU aKTUBHOI'O IHKJIA
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KaneBuna-bencona. B 3toM cimywae wuctounukom pulynozobuchochara mms obpa3zoBaHus
TJIMKOJIATa MOTJIU ObI ObITh 3aMaCHbBIE YTJIEBOIBI.

Peakumio 91 (pucynok 19) mpeBpamenust ¢ochorimkonara B TINIHKONAT OCYIIECTBISET
depment dpochornmukonardocdarasa (hochoraukonaTruapoasa, EC: 3.1.3.18). B renome
Rba. capsulatus mpucyTtcTByIoT Tpu reHa, KoTopbie B cootBeTcTBHH ¢ GenBank anHoTHpoBaHb! Kak
dochormukonardpocdaraza-1  (gphl, RCAP_rcc00333), dochornmukonardocdaraza-2 (gph2,
RCAP_rcc01502) u dochormukonarpocharaza-3 (gph3, RCAP_rcc01826) ¢ wnomepom EC:
3.1.3.18. Taxxe ectb ren 0e3 HazBaHus (RCAP rcc02632), mpoayKT KOTOPOro aHHOTHPOBAH Kak
Bapuant | cyOcemeiictBa |IA HAJl-cynepcemeiicTBa ruiposna3, KOTOpPbIii B COOTBETCTBHH C
byukunonansHoi annorarmeit KEGG Orthology otaecen x dochormukonardocdarazam.

OO0pa3zoBaHue TIMOKCUIaTa U3 TauKoata (peakuuu 92/92-92a win 93 pucynok 19, rabnuna
6) MOTYT KaTaJu3upoBaTh HECKOJIBKO Ppa3IUYHbIX (bepMeHTOB: HeoOpaTuMast
MIMKONAaTAeruAporeHasa (peakuust 92, rimkonarokcunopenykrasa, EC: 1.1.99.14); neobparumas
(S)-2-runpoxkcukuciora-okcumaaza (EC: 1.1.3.15, peaknus 92) B codyeranuu ¢ katanasoi (EC:
1.11.1.6, peakuus 92a) unu katanazou-nepokcunazoit (EC: 1.11.1.21, peakuus 92a). Unm ¢
HOMOIIBI0 (DEPMEHTOB, OCYIIECTBIAIONMX oOpartumelie peakuuu (peakuus 93): HAJl-3aBucumoint
nmokcmnarpeaykrasel (EC: 1.1.1.26/EC: 1.1.1.29, Ttak kKak MOXET TakKe KaTaJlM3UpPOBAThH
npeBpamenre D-roumnepara B rugpokcunupysart); HAJID-3aBuCUMOI  TIHOKCHUIATPEIYKTA3bI
(EC:1.1.1.79).

B Hacrosiiiee BpeMsi CBEICHUH O XapaKTepUCTUKAX U aKTUBHOCTH HEOOPaTUMBIX (PepMEHTOB
¢ EC: 1.1.99.14 u EC: 1.1.3.15 B Rba. capsulatus B nocTynHbIX HHPOPMAIIMOHHBIX UCTOYHHKAX HE
0oOHapy»eHO, HE U3BECTHO CKOJIbKO CyOBEIMHHUIl OHU BKIIOYaloT. OJIHAKO B T€HOME HCCIeTyeMOon
0aKkTepuu TMPHUCYTCTBYIOT CIIEAYIOIIHEe TeHbl B cooTBeTcTBUU ¢ GenBank (tabmuia 6): sxene3o-
cepHoii cyOwbenuuuIpl rukonataeruaporenassl (gIcF, RCAP rcc02869), cyowenununa GICE
riukonataeruaporenassl (gICE, RCAP_rcc02870), cyosenununa GICD raukonataernaporeHassi
(glcD, RCAP_rcc02871). Iocnennsist B cootBerctBuu ¢ KEGG Orthology otaecena xk EC: 1.1.3.15.
VY E. coli rennr glcD, gIcE, u glcF, xomupyromue Bce Tpu CyObEAWHHIIBI, OTBETCTBEHHBI 3a
rMkonaTokcuaasnyo aktuBHOCTh (Pellicer et al.,, 1996). Karamaza (EC: 1.11.1.6) B renome
UCCIIeyeMOoi OaKTepuu OTCYTCTBYET, HO €CTh reH karanasbl-niepokcuaassl (EC: 1.11.1.21, katG,
RCAP_rcc01738).

B renome Oaxtepun mnpucyrctByeT reH HAJ[-3aBucumoit rinmokcunarpenykrassl (EC:
1.1.1.26, gyaR1l, RCAP_rcc00524, rabmuuna 6). Takke wumeercs TeH, O0e3 Ha3BaHUA
(RCAP_rcc00798), npoaykToM KoTtoporo B cootBeTcTBun ¢ GenBank siBisieTcst 6ok cemeiicTBa

D-uzomep-cnunuudHbIX 2-THIPOKCUKUCIIOT-IErHIPOreHas3, a B COOTBETCTBUU € (DyHKIIMOHAIBLHOM
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knaccudukanuein KEGG oTHeceHHBIH K TIMOKcWiaT/TuapokcunupyBaTpenykrazam A (EC:
1.1.1.79; 1.1.1.81).

[IpucyrctBue TPAHCKPUIITOB PyOucko, dochornaukonardocdarasbi-2,
IHOKCHIATpeAyKTa3el-1 w  Oenmka cemelictBa D-u3zomep-CUIUUIHBIX — 2-THIPOKCHKUCIIOT-
JETUAPOTeHa3, B COOTBETCTBUU C (yHKIuoHambHON Kiaccudukanueinr KEGG orHeceHHOTO K
TIIHOKCUIIAT/TUAPOKCUTTUPYBAaTpefykKTazaM A B HccienyeMblx  (OTOTPOGHBIX — alleTaTHBIX
KynsTypax Rba. capsulatus (tabawma 6) cBHACTEIBLCTBYET B MOJB3Y TOTO, YTO PACCMATPUBACMBIi
nyTh 00pa3oBaHMs TJIHMOKCWIAaTa ¢ ydacTueM PyOucko B KadecTBE OKCUTHA3bl aKTUBEH Ha
TPAHCKPUIILIMOHHOM ypOBHE. TpaHCKpPUTHI MEPEUNCICHHBIX T'€HOB IPUCYTCTBYIOT B 0Opa3lax BHE
3aBHCHMOCTH OT BU/Ia HCTOYHHUKA a30Ta B Cpejie.

B monp3y mnpeamnonokeHus, 4To PAcCMOTPEHHBIE pEaKIUW MOTTU Obl BBICTYINAaTh Kak
IbTEPHATUBHBIN IMyTh 00pa30BaHUs MajaTa, MOKHO OTHECTH M3BECTHBIC M3 JIUTEPATypbl JaHHBIE,
YTO Y HEKOTOPBIX OPraHU3MOB MPHUCYTCTBYIOT JBE MaJaTCHHTa3bl (OCYLIECTBIISIOT KOHAECHCALINIO
rmokcwiara U anetuia-KoA mo manarta), ogHa u3 KoTopbix 1000-kpaTHO aKTHUBUPYETCS B
npucyTcTBUM riukoiata (Molina et al., 1994). [TonpoOHee cymiecTBYyIOIIME MyTH MPeoOpa3oBaHuUs
TJMOKCUIIaTa B MajaT M NPUCYTCTBUE TpPAaHCKpUNTOB WX TeHoB y Rba. capsulatus Oymyt
paccMOTpeHbl B COOTBETCTBYIOLIEM pazjene. OpHako, KOHCTaHTa HACHIIEHUSA MJI1 DPEaKIHUU
PyOucKO ¢ KHCIIOpOJIOM BBICOKA, HAIIPUMEP, Yy MyPIypHO HecepHOi Oakrtepuu RSp. rubrum omna
coctaBisier 170420 mxM (Witzel et al., 2010), y Boicmmx pactenuit — 300-700 mxM (Andrews,
Whitney, 2005). IIpu stom kornertparms Oz B xuaxoctd npu 30°C 1pu HACHIILEHAN e BO3LYXOM
coctaisieT 236 MKM, 03TOMY B MHUKpPOa’poOHbIX yciaoBusx (rmpumepHo 5-10 mxM O2) ckopocThb
noryomenust O, Pybucko O6yaet menpiie 1% oT MakcuManbHOM CKOpocTH. Tem He MeHee, JaHHBII
MPOIECC MOXKET OBITh aKTyalleH B KPaTKOBPEMEHHBIM MEpHUoJ aJanTaluu OakTepHil B MPUpPOAE K
pocTy Ha arlerare, KOIrZa B pOCTOBOM cCpele HEOXKHAAHHO IOABIAETCA KHCIOpoA. Ay
[IMaHOOAKTEPHiA, OCYIIECTBISIONINX OKCUTEHHBIH ()OTOCHHTE3, STOT IyTh MOT OBl HCIOJIB30BATHCS
Kak ocHOBHOM i1 nononHenus myna H[YK B LITK.

OU3NONOTUYECKUN  CMBICII  HAlWYMsl  TPAHCKPUIITOB  paccMaTpuBaeMoro MyTH B
dortoTpodHsIx ycrmoBusix y Rba. capsulatus moxer ObITh CBsI3aH ¢ TeM, YTO MypIIypHbIC OaKTepHUu B
IPUPOJIe MOTYT BHE3AIHO MOMNaJaTh U3 aHadpOOHBIX B a3poOHBIE yclioBus. B 3Tom ciydae oHu 3a
CYEeT OKCHUI'€HAa3HOM AaKTHUBHOCTU PyOHCKO MOTYT 3HAYUTENBHO YBEJIWYUTh CKOPOCTH JbIXaHUS,
KPaTKOBPEMEHHO CHIDKas BHYTPUKIETOYHOE COJEp)KaHHWE KHUCIOpoJa H  MpeaoXpaHss
(oTOCHHTETHYECKHI anmapaT oT pa3pyllIeHUs Ha CBETy B MPUCYTCTBUH Kuciopona. Kpome Toro,
TaKOW TyTh, ACWCTBUTEIHHO, CIOCOOCTBYET OBICTPOMY IOTJIOUICHHIO areraTa, Onaromaps demy

6aKTepI/II/I MOT'YyT paCTH C €TI0 UCII0JIb30BAHHUEM B KQUCCTBC CAMHCTBCHHOI'O UCTOYHUKA YIJIEpOaa.
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Tabauna 6. Hannuue reHoB, KOgUpyrOMUX GEpPMEHTHI MyTH 00pa30BaHUs TIIMOKCHIATa C ydacTueM PyOHMCKO B KayecTBE OKCHUTEHA3bBI
(peakumu 90-92/92-92a/93), a Takke mx TpaHckpumims y Rba. capsulatus mpu ¢ortoTpodHOM pocTe ¢ HCMONB30BaHHEM arleTaTa M PasHbIX
MCTOYHHKOB a30Ta.

Homep | O6o3n. | Homep ¢ynkimu B coorBercTtBuuM ¢ 6a3oii nanubsix KEGG | Unentudukanmon- VcTouHuk azoTa B cpesie
peakuu | reHa Orthology; Ha3Banume u HoMmep (epMeHTa, KOAUPYEMOTro | HbI HOMEp reHa royramat (2 MM), | NH4CI 5
o Te€HOM, B COOTBETCTBHH C Kiaccudukarmein GpepMeHTOB 1O MMOBTOPHOCTHU MM),
PHUCYHKY OIMCAHHMIO MocienoBarenbHocTH B GenBank HOBTOPHOCTH
I 1 (v |1 I
84, 90 cbbL | K0O1601; pulyno3obucdocharkapobokcunaza/okcurenaza | RCAP_rcc00579 s) s) s) s) ) )
ooubias cyowrenununma (EC: 4.1.1.39)
cbbS | K01602; pulyne3zoducdocharkapbokcunaza/okcurenasa | RCAP_rcc00578 P P s) s) ) )
mautas cyoseaunuiia (EC: 4.1.1.39)
84, 90 cbbM | KO01601; pulyno3obucdocharkapobokcunaza/okcurenaza | RCAP_rcc01829 s) s) s) s) p p
ooubias cyowrenununia (EC: 4.1.1.39)
91 gphl | KO1091; pocdormukonardocdaraza-1 (-) RCAP_rcc00333 A |P M |A | M P
91 gph2 | KO1091; docdormukonardocdaraza-2 (-) RCAP_rcc01502 P P P P P P
91 gph3 | K01091; dpochormukonardocdaraza-3 (-) RCAP_rcc01826 A |A A |A |P A
91 - K01091; Bapmantr 1  cyb6cemeiictea |IA  HAJ- | RCAP_rcc02632 s) P s) s) M p
cynepcemeiicTa ruapoas (-)
92 glcF | K11473; JKeJe30-CepHOM cyorenuannbl | RCAP_rcc02869 M |A |P A |P P
TJIMKOJIATACTHPOTCHA3bI
glcE | K11472; cyowenununa GICE rmukonataeruaporenasbl RCAP_rcc02870 P |A |M [P [|A P
glcD | K00104; cyosenaunuiia GIcD riaukonaTaeruaporeHassl RCAP_rcc02871 A A M A |A A
92a katG K03782; karanaza/nepokcuaasa RCAP_rcc01738 P P P P P p
93 gyaR1 | KO0015; rmuokcunarpenykrasa-1 RCAP_rcc00524 P P P P P P
93 - K12972; D-m3omep-cmuupuunabix  2-ruapokcukucior- | RCAP_rcc00798 s) s) P P ) )
JICTHIPOTEHA3

[Ipumeuanue. O603HaYeHUs — CM. TpUMEYaHue K Taou. 1.
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II. O6pa3oBanue rauokcuaaTa u nponuoHmwI-KoA. M3BecTHbIe MyTH, BXOASIIUE B ITY
IpymIly, HampaBieHbl Ha oOpa3oBaHue 2-MeTwiapymapui-KoA, U3 KOTOporo B OOIIMX JUISL 3TUX
nyteil peakuusx (pucyHok 19, peakmum 18 u 19) obpasyercs rimmokcuiaT U nponuoHHI-KoA.
[IpeBpamenune 2-mermndymapmin-KoA  (mezakonmn-KoA) B L-spurpo-3-mermnmanmn-KoA
(peakmust 18) mpoucxomut mopa aeictBueM 2-metundymapmi-KoA-ruaparaser (EC: 4.2.1.148).
Hanee L-3putpo-3-metmiiManui-KoA pacuiensercs Ha TINIHOKCHIAT M HponuoHWiI-KoA mon
nevictBueM nuTpatiauasel (peakius 19). Ten 2-mermndymapuin-KoA-ruaparaser (re maoC,
RCAP_rcc00730 (EC: 4.2.1.148)), Tak »xe kak u red nurpariuassl (ren CitE2, RCAP_rcc03164, B-
cyosenunnna-2 (EC: 4.1.3.34, 4.1.3.6)), npucytctBytoT B rerome Rba. capsulatus. TpaHckpuntsr
ATUX T€HOB OOHAPYKUBAIHUCH BO BCEX 00pa3Iax UCCIEAyeMbIX POTOTPO(PHBIX alleTaTHBIX KYJIBTYP
Rba. capsulatus (Ta6mua 7).

[IpeobpazoBanne mnpormuoHWI-KoA B cykimuHmi-KoA wmm [IBK  Bo3MOXHO Tpems
W3BECTHBIMH ITyTSAMH, ONIMCAaHHBIMU B OTJICIIEHOM paszene. Takke B OTICIBHO PACCMOTPEHBI MyTH
npeoOpa3oBaHus IIIMOKCUIIaTa B MaJar.

Memunacnapmamnutit yuka. IlocienoBaTenbHOCTh peakUil TaHHOTO METa0OJIUYECKOro
nyTd mnpuBefeHa Ha pucyHke 19 (peakumm 1-4, 20-23, 18, 19). 13 oOpa3oBaBmuxcs B HEM
nponuoHui-KoA u rimokcunara ganee cMHTE3UpyroTcsa Ase Monekyisl LYK, ogna u3 xortopsix
pereHepupyeT NepBoe 3BEHO METWIAacHapTaTHOrO LuKiIa. B pe3ynbraTe aHanmsa reHoma ObLIO
yCTaHOBJIEHO, 4To y Rba. capsulatus orcyrcTByrot rensl rmyramarmyTassl (EC: 5.4.99.1; pucyHoK,
peakuus 21) u metunacnaprat-ammonwuii-nmassl (EC: 4.3.1.2; pucyHok, peakuus 22). Kpome Ttoro,
peakiusi TiepeHoca KodH3UMa-A ¢ cyknumHWI-KoA Ha 2-metmwindymapar (Me3akoHaT) c
obpazoBanuem 2-metunpymapmi-KoA (pucynok 19, peaknus 23), ocymiecTBisieMas CyKIWHHII-
KoA:me3akonat KoA-tpancdepasoii (EC: 2.8.3.-) (Khomyakova et al., 2011), He accoruupoBaHa ¢
IPOJYKTOM Kakoro-inubo reHa. B cBs3u ¢ 3TUM HET BO3MOKHOCTH MPOBEPUTH MPUCYTCTBUE T'€HA
sroro ¢epmenta B renome Rba. capsulatus.

N3BectHo, urto mepeHoc KoA ocymectBisier rpynmna ¢epmMeHTOB mon Ha3BaHueM KoA-
TpaHcdepasbl, koTopasi o0benunseT ¢pepmentsl ¢ EC: 2.8.3.1-2.8.3.23 u nmoxpasaensercs Ha TpU
cemeiictBa. B cocras cemeiictBa | Bxoaar KoA-tpancdepassl, cyOcTpaTaMu KOTOPBIX SBISIOTCS 3-
okcokucnoTsl (EC: 2.8.3.5, EC: 2.8.3.6), xopoTkouenoyeunsie xupHbie kuciaotel (EC: 2.8.3.8, EC:
2.8.3.9) u rnyrakonar (EC: 2.8.3.12) (Heider, 2001). Hemuorouunciennoe cemeiicto Il KoA-
TpaHc(epa3 COCTOMT U3 TOMOJUMEPHBIX 0-CyOBEAMHHUI] LMUTpaTiaHa3bl M nurpamanarivassl (EC:
2.8.3.10, EC: 2.8.3.11). Ha camom pene 5T (epMEHTH KaTaJU3UPYIOT TEPEHOC AalWII-
HEPEHOCSIICr0 OeNKa, KOTOPBI COICPKUT KOBAJICHTHO CBsi3aHHBIH KoOA, HO Takxke in Vitro

npuHUMaeT cBoOoiHbIe KoA-TH03¢upsl. bonsmmHCcTBO M3BecTHHIX KOA-Tpancdepas cemetictpa |11
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00yanaroT y3KoHi crenupuIHOCThIO K cyOcTpary u ero crepeonzomepy (EC: 2.8.3.16, EC 2.8.3.15,
EC: 2.8.3.17) (Heider, 2001). ITockonbKy cpeau u3BecTHbIX GepmenToB cemeiictsa Il u 1l HeT Tex,
KOTOpbIe MOIJIM OBl MCIOJB30BaTh B KauecTBe cyOcTparta 2-MeTmidymapar, TO Mbl UX Jajiee He
paccMarpuBaeM. YUHUTHIBas, YTO OOJBIIMHCTBO ()EPMEHTOB ceMeiicTBa | WMEIOT MHUPOKYIO
cyOCTpaTHY0 CHEIM(DUUHOCTH M MOTYT MCIOJIB30BaThb B KadecTBE cyOcTpara OpraHHYecKHe
KUCJIOTBI C Pa3IMYHOM JUTMHOM yTJepoJHON IeNH, a TakkKe MOCKOJIbKY cpeu (pepMEHTOB UMEHHO
9TOr0 ceMeNcTBa ecTh OesIKU, UCTIoNb3YIolIHe B KauecTBe JoHOpa KoA-rpynmnsl cykuunuin-KoA, To
OHU MOTYT pacCMaTpHUBATHCS B KaueCTBE MOTEHLMAIBHOTO MCTOUYHUKA CYyKIMHUI-KOoA:me3akoHat
KoA-tpancdepassl.

B renome Rba. capsulatus SB1003 mpucyrcrByior rensl aByx KoA-tpancdepas c
Npe/CKa3aHHBIMA B COOTBETCTBHM ¢ naHHbIMH GenBank o¢ymkiumsmu: EC: 2.8.3.16 u 2.8.3.5.
[lepBas otHOcuTCs K ceMelicTBy |ll u nanee He paccmaTpuBaercsa. Bropas oTHOCUTCS K CEMENCTBY
I: cykmuamin-KoA:3-ketokucnora KoA-tpancdepaza (EC: 2.8.3.5, ren SCOA cyObeauHHIBI A,
RCAP_rcc03101; ren scoB cyowsemunanmpl B, RCAP rcc03102). DT1oT (hepMEHT OCYIIECTBISET
nepeHoc KoA c¢ cykuumHuin-KoA Ha 3-KeTOKHMCIOTY, NO3TOMY TEOPETHYECKHM OHa MOXET
paccMaTpuBaTbCsi KakK KaHAWAAT Ha BbinoigHeHue mnepeHoca KoA c¢ cykuunun KoA nHa 2-
metunpymapar. OmHAKO JUISE YTOYHEHHS JTOTO MPEANOJIOKEHUS TpeOyroTcs aadbHEUIme
uccienoBanus. Cienyer OTMETUTh, YTO HE BCE MOCIEN0BATEIbHOCTH (DYHKIIMOHAIBHO OMUCAHHBIX
depmenToB KoA-Tpancdepas uzBectHsl. [loaToMy B X0/€ JanbHEHIINX MCCIET0BAaHUNA BO3MOXKHBI
yTouHeHus crucka uMeronuxcs KoA-tpancdepas y Rba. capsulatus.

Tem He MeHee, IOCKOJbKY B TIE€HOME HE OOHAapy>X€Hbl TEHbl TJyTaMaTMyTas3bl U
MeTHJIacapTaT-aMMOHMN-JINA3bI, JaHHBIM MyTh HE UMEET MOTEHIMaIa JUIsl (PyHKIMOHUPOBAHUS Y

Rba. capsulatus.
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Tabauna 7. Hamuuue reHoB (epMEHTOB STHIMaNOHUIOBoro nytH (peakmuu 35, (36a, 37a)/(360, 376), 38-41, 18, 19), depmenTor
IpeBpaIleHHs TTHOKCHIIATa B MaJIaT HE 10 TIHKCHWIaTHOMY IyHTY (16—17) u ux TpanckpuntoB y Rba. capsulatus mpu pocte ¢ ucmnoip30BaHHEM
aneTraTta U pa3HbIX KCTOYHUKOB a30Ta.

Howmep O6o03H. | Homep ¢ynkumu B coorBerctBuM ¢ 0azoif manHbix KEGG | Unentudukanmo | McrouHuk a3ora B cpene

peakuuu | reHa Orthology; Ha3BaHue u HoMep (epMeHTa, KOAMPYEMOro | HHbI HoMep reHa | rimytamat (2 MM), | NH4CI (5

o TCHOM, B COOTBETCTBHH C Kiaccuukamueil (GepMEeHTOB IO MMOBTOPHOCTHU MM),

PHUCYHKY OIMUCaHUIO MmocienoBatenbHocTH B GenBank MTOBTOPHOCTH

L (v i Il

35 fadA K00626; p-cyObenuuuiia komiuiekca okucieHus xupubeix | RCAP_rcc00518 (P |P |P |M [P P
kucyot (EC: 2.3.1.16)

35 atoB1 K00626; anetun-KoA anerunrpancepasa-1 (EC: 2.3.1.9) RCAP_rcc02992 (P |P P P P P

35 atoB2 K00626; anernin-KoA aneruntpancdepasa-2 (EC: 2.3.1.9) RCAP_rcc03178 |P (P [P [P [P P

35 atoB3 K00626; anerun-KoA auerunrpancepasza-3 (EC: 2.3.1.9) RCAP_rcc03449 |P (P [P [P [P P

36a phbB K00023; aneroanermi-KoA penykrasza (EC: 1.1.1.36) RCAP_rcc03179 |M|A M |A |M M

37a —* K17865; 6emox MaoC-nomena RCAP_rcc02081 | P | P P |A |P P

366/376 fadB K01782; a-cyobemuuuma komiiekca oxucieHus xupHbix | RCAP_rcc00520 | P | P P P P P
kucinot (EC: 1.1.1.35;4.2.1.17; 5.1.2.3)

366/376 | fadJ Homepa »otoii ¢dynkmum HeT, o-cyobenunamma komruiekca | RCAP_rcc02589 |A|M |A |A |P P
okucnenus xupHbix kuciaot (EC: 1.1.1.35; 4.2.1.17; 5.3.3.8)

360 hadH Homepa »stoit  ¢yHkumm Her; 3-rugpokcuanni-KoA- | RCAP_rcc02991 (P (P |P |P |P P
JeruIporeHasa /3-runpokcu-2-metunOytupuin-KoA-
neruaporenasa (EC: 1.1.1.178; 1.1.1.35)

360 hbdA K00074;  3-ruppoxkcubytupmin-KoA-neruaporenasza  (EC: | RCAP_rcc00141 (P |P |P |P [P P
1.1.1.157)

376 paaF KO01715; enonn-KoA-ruaparaza (EC: 4.2.1.17) RCAP_rcc03533 | P | P P [P P P

38 CCrA K14446; kporouun- KoA-pemykrasza (—) RCAP_rcc03243 (P |P |P |P |P P
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Howmep O6o03H. | Homep ¢ynkumm B cootBercTtBuM ¢ 0a3oit maHHbiXx KEGG | Unentudukanmo | McTtounuk a3ora B cpefe

peakiuu | re’Ha Orthology; Ha3BaHue u HoMep (epMeHTa, KOAMPYEMOTro | HHbII HoMep reHa | rirytamar (2 MM), | NH4CI (5

o TCHOM, B COOTBETCTBHM C Kiaccu(ukanuedl (epMEeHTOB IO MTOBTOPHOCTH MM),

PUCYHKY OINHUCaHMIO MocienoBaTeabHocTH B GenBank MTOBTOPHOCTHU

L fm v i I

39 - K05606; metrunmanonuia-KoA-smumepasa (EC: 5.1.99.1) RCAP_rcc00538 |P (P [P [P [P P

40 mutB K14447; 6onpmias cyowequuuna metuManonmn-KoA-myraser | RCAP_rcc03241 (P (M |A | P P P
(EC: 5.4.99.2)

41 - K14448,; anun-KoA-neruaporenasa cnenuduaHas k | RCAP rcc03306 |P | P P P P P
cpeaHenenoyeyHbiM xupHbIM kucioram (EC: 1.3.99.3/1.3.8.7)

18 maoC K14449; 6enox MaoC-nomena RCAP_rcc00730 (P |P P P P P

19,16,24 | citE2** | KO8691; [-cyObenuuuna-2 nutpammasel, (EC: 4.1.3.34; | RCAP_rcc03164 (P | P P P P P
4.1.3.6)

17 CitE1** | K14451; PB-cyobenununa-1 wurpatinuaser, (EC: 4.1.3.34; | RCAP_rcc00727 |P | P P P P P
4.1.3.6)

[Mpumedanne. O003HAUEHUST — CM. TIpEMedYaHue K 1abn. 1. * — 3meck u manee: o003HAYCHUE IeHa OTCYTCTBYET; ** — [-CyObeTHHUIIBI
UTpaTInassl 1 ¥ 2 SBISIOTCS MapajoraMu OJHOTO M3 KoMIoHeHToB muTpatinasel EC: 4.1.3.22 Clostridium tetanomorphum, skcriepumeHTansHO
IPOJICMOHCTPUPOBAHA BO3MOXKHOCTh [-CyOBEAMHHIIBI IUTPATIHA3bl | CaMOCTOATENLHO (QYHKIMOHHPOBaTh B KauecTBe (3S)-manmmia-KoA-
troectepasbl (EC: 3.1.2.30), a B-cyObeauHuibl IUTpaTinasel 2 — B kadectBe Manumi-KoA-nuassy/(S)-murpamanmin-KoA-nuassr EC: 4.1.3.24:
4.1.3.25 y Rba. sphaeroides (Erb et al., 2010).
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Humpamanamnouii yuxa. IlocienoBaTeIbHOCTh PEAKIMA ATOTO IMKJIA OTOOpaKeHA Ha
pucynke 19, peakuuu 24-26, 23, 18, 19, npuuem cykuunui-KoA, moayueHHBIH U3 MPOMHOHMUI-
KoA (ommucano nuxe), Bcrynaetr B peakuuu 10-12, 27 unu 10-13, 28, 31, nocrasmss [IBK mis
BO300HOBNCHMsT IMKiIa. JlaHHbId 1HMKI He mpenacraBieH B 0ase nanHbix KEGG Pathway B
000COOJICHHOM BHJIE, TIOCIIEIOBATEIBHOCTD MMOKa3aHa Ha YPOBHE XUMHUYECKUX peakiuii. [Toaromy
NOUCK (PepMEHTOB, CIOCOOHBIX KaTaIM3HPOBAaTh O00pa30BaHUE HEOOXOMUMBIX JUISI  IIMKIIA
CyOCTpaTOB, OCYIIECTBISUICS HA OCHOBE JIUTEPATYPHBIX JAHHBIX M MO PEAKIMSIM JUISI XUMHYCCKHX
coequnenuii B KEGG Compounds.

[lepBast peakuus manHoro myTu — oOpaszoBanue IuTpamanara u3 [IBK u amermn-KoA
(pucyHok 19, peakmus 32) — MOKET MPOXOAUTH HAMPIMYIO TpH yuacThu (R)-muTpamManiaTCHHTA3bI
(EC: 2.3.1.182), xaramusupyromieii koumeHcauio arnetwi-KoA u INBK mo (R)-tiurpamanara c
BBICBOOOXKIeHNEeM KosH3nma-A.

B03MOXHBI 1 pyTHE TOCIEI0BATEIBPHOCTH PEAKIMA 00pa30BaHUs UTpaMaliaTa U3 aeThI-
KoA u IIBK. IlepBbiii HenmpsiMON MyTh MOJYyYEHUS LUTpaMaliaTa COCTOMT W3 ABYX PEaKIUM.
Cuavana 3a cuer obparumoit (S)-uutpamanuia-KoA-muaser (EC: 4.1.3.25) cunresupyercst (S)-
uTpamanwi-KoA, KOTOpbIi 1ajnee moaBepracTcs paculeyicHuo ¢ o0pa3oBanueM (S)-nurpaManara
3a cuet (S)-turpamanar KoA-tpancdepassl (EC: 2.8.3.11) mwim cykuuumi-KoA: (S)-manat/(S)-
nutpamanat KoA-tpanchepasst (EC: 2.8.3.22, pucynok 19, peakuuu 24 u 25). Bropoi HenpsiMoit
NyTh MOJyYCHHUS IIMUTpamMaiaTa HauuHaeTcs ¢ obpasoBanus (R)-nurpamanui-CoA moj aeiicTBueM
oboparumoii  (R)-turpamanun-KoA-nmuaser  (EC:  4.1.3.46), KoTopelii jajee MOJBEpractcs
pacuieruieHuio ¢ ydactueMm cykuuHmiI-KoA: (R)-manat/(R)-uutpamanar KoA-tpancdepassr (EC:
2.8.3.20) ¢ o6pazoBanuem (R)-nutpamanara (pucynok 19, peakuuu 33 u 34). ABTOPHI, ONKCABIIIHE
nurpamanaTaeiid 1k (Ilvanovsky et al., 1997), He yrouHwmian: Kako 3HAHTHOMEp IMTpamalaTa
BOBJICYCH B peakiuu IUKia. Ha maHHBIE MOMEHT u3BecTHO, uro (R)-mmrpamanar sBisercs
cyOCTpaToM B ajbTEPHATHBHOM TPECOHHWH-HE3aBHCHMOM IyTH CHHTe3a u3ojecinuua (Risso et al.,
2008; Feng et al., 2010), a (S)-uutpamanar siBisercst cyocTtpatoM B Me3akoHatHoMm mytu (Kato,
Asano, 1997), u noka3zano y4actue (S)-uutpamanuin-CoA B peakiusx 3-THIPOKCUIIPOIHOHATHOTO
mukota (Zarzycki et al., 2009). Kpome Toro, ycTaHOBJICHO, YTO U3BECTHbBIC ()EPMEHTHI, CIIOCOOHBIC
OCYIIECTBIIATh JAajibHEHIee MpeBpalleHne IUTpaManata jao 2-metwipymapara (pucyHok 19,
peakiust 26) UCIONB3YIOT B KauecTBe cyocTpata (S)-smantuomep (Kronen, Berg LA, 2015; Suzuki
et al., 1977). ITosToMy Hail qanbHEHIINI aHaaM3 OyIeT KacaThCs TOJBKO PEaKIUid, TPUBOISIINX K
obpazoBanuto (S)-uurpamanara, a (R)-uurpamanar He BKIIOUEH B PacCMOTPEHHE YKa3aHHOTO Ha

PHUCYHKE LMKIJIA.
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B renome Rba. capsulatus mpucyrctByer ren CitE2, aHHOTHPOBAHHOTO B HACTOSIIEE BPEMS
B GenBank kak B-cyOwpemununa-2 murpamiuassl (EC: 4.1.3.34, EC: 4.1.3.6), cnocobnas
ocymectBieHnio  ¢pyskuuun  Manmmi-KoA/(S)-uurpamanun-KoA-nmaser  (EC: 4.1.3.25) ¢
obpazoBanuem (S)-turpamanmi-KoA B kauectBe camocrositensHoro gepmenra (Herter et al.,
2002), mpuueM ero TPaHCKPHIITHI B alleTaTHBIX KyJIbTypax OOHapYKHUBAIUCH (TabjuIa 7, peakius
24). Oanako ananu3 remoma Rba. capsultus mokasan, yro ams manmpHeliriero mnpeBpaiieHus (S)-
urpamanmi-KoA B (S)-umtpamanar (pucyHok 19, peakmnus 25) y OakTepuu HET HH Te€Ha,
xomupyromero (S)-uurpamanar KoA-tpancdepasy (EC: 2.8.3.11), HM TreHa, KOIUPYIOLIETO
cykuuHmiI-KoA:(S)-manat/(S)-uurpamanar KoA-tpancdepasy EC: 2.8.3.22. Ananoru ¢pepMeHTOB,
CIIOCOOHBIX OCYIECTBIISTh JaHHYIO PEaKILUIO, B HACTOALIEE BPeMs HEU3BECTHBI.

[Tocnenyromee obpazoBanue 2-metundymapara U3 HuTpamanara (pucyHok 19, peakuus 26)
MOXeT ocymecTBisATbesl Me3akoHa3oi (EC: 4.2.1.34), crmocoOHO# KaTalu3upoBaTh MPSIMYIO U
o0paTHyI0 peakiuu Tuapatanuu 2-metwidymapara a0 (S)-uuTpamanara; WM OOpaTUMBIMHU
dbymapazamu kiacca [ (EC: 4.2.1.2), T.x. U3 JIUTEpaTypHBIX NAHHBIX W3BECTHO, YTO OHU MOTYT
UCIIOJIb30BaTh B KadyecTBe cyOcTpara He Toabko (hymapar, Ho u 2-meTuiadymapar (Kronen, Berg,
2015). Oanako rensl (ymapa3s kimacca [ (EC: 4.2.1.2) B renome Rba. capsulatus orcyrctBytor, a
aMUHOKHCIIOTHasl TocienoBarenbHOCTh Me3akoHassl (EC: 4.2.1.34) B Hacrosiiee BpeMs HE
yCTaHOBJICHA, TO3TOMY Il MPOBEPKHA BO3MOXKHOCTH OCYIICCTBICHHS JaHHOW peakiuu B Rba.
capsulatus TpeOyroTcst AOMONHUTEIbHBIE HccieaoBanus. [IpeBpamienne 2-meTwidymapara B 2-
metunpymapuin-KoA, kak ObIO omucaHO s METHJIACHAPTAaTHOTO LUKJIA, TEOPETUYECKU
BO3MOXXHO 3a cuerT cykumHmi KoA:3-kerokucnora KoA-tpancdepassr (EC: 2.8.3.5, rerm SCOA
cyobenuuunbl A, RCAP_rcc03101; ren scoB cyosemunanmpr B, RCAP rcc03102), TpaHCKPUTITHI
KOTOPOI MPUCYTCTBYIOT BO BCEX 00pa3Ilax «aleTaTHBIX» KyJIbTYp.

Takum o0Opa3zoM, BO3MOXXHOCTH (YHKIMOHHPOBAaHHs LUTpamajaTHOro mukia y Rba.
capsulatus He ompezeseHbI, MOCKOJIBKY B HACTOSIICE BPEMs HET JaHHBIX O HAJTUYUH (PEPMECHTOB
JUIs  peakiii  obpasoBanus 2-metmndymapara u3 (S)-umTpamanata u mpeBparienus (S)-
ruTpamanmi-KoA B (S)-miurpaManar, a Takke OTCYTCTBYIOT CBEACHHUS O CITOCOOHOCTH TOTyYCHHS
(S)-umrpamanata w3 murpamManmwi-KoA. Jlnsg BBIACHEHHS OTHX JeTalieidi  HE0OXOAUMBI
JIOTIOJTHUTEIILHBIE HCCIIEJOBAHUSI.

Imunmanonun-KoA nymes. BapuaHT 3TOro myTH, XapaKTEPHOTO I MTyPIyPHON HECEPHOU
6akrepun Rba. sphaeroides (Alber et al., 2006), nzobpaxen Ha pucynke 19 (peakiuu 35, 36a, 37a,
3841, 18, 19). U3 obpa3oBaBmUXCs B HEM MOJIEKYJ TIHOKcWiara M npornuoHmi-KoA namee
cuHTe3upyrorcs 2 HoBbIX MoJekytbl II[YK. Bee rensr, kogupyromniie GepMeHThI, KaTaTUu3HPYOIIHE

yKa3aHHBIC PEaKIMH, MPUCYTCTBYIOT B renome Rba. capsulatus (tabmuma 7). B dororpodHbIX
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«aneTaTHeIX» KynbTypax Rba. capsulatus ¢ NH4Cl B kauecTBe MCTOYHHMKA a30Ta BCE 3THU TEHBI,
kpome anetoaneTmi-KoA-penykraser (EC: 1.1.1.36), skcmpeccupoBainch B HCCIEIOBAHHBIX
KyJIbTypax (Tabnuna 7, peakuuu 36a).

CyOctpar mnsa cunTe3a KpoToHuI-KoA mocraBnsier aneroanetuin-KoA-penykraza. OgHako
oOpa3oBanue KpoTOHWI-KOA MOXKET OCyIIecTBISATBCS U 32 CYeT JApyrux (epMeHTOB,
OTJIMYAIONIMXCS CyOCTpaTHO#M crenupuuHoCThi0 K (S)-sHaHTHOMepam: dYepe3 o0pa3oBaHHE U3
areroarnetmii-KoA (S)-3-runpokcubyranomn-KoA (pucynok 19, peakius 360) ¢ momoripio (S)-3-
ruapokcuoytupmin-KoA-neruaporenassr  (EC: 1.1.1.157) wmu  (S)-3-ruapoxcuanmi-KoA-
nerugporenassl (EC: 1.1.1.35) ¢ mocnenmyrommm oOpa3oBaHueM KpoToHWI-KoA (pucynok 19,
peakiust 370) 3a cuer (3S)-3-rumpokcuarmia-KoA-ruapartassr EC: 4.2.1.17. B renome Rba.
capsulatus kaxmaplii U3 (EpPMEHTOB, CITOCOOHBIX OCYIIECTBIATh QYHKIHUIO 3-rHapokcuarmi-KoA-
nerunporenassl U (3S)-3-ruapokcuanmin-KoA-ruaparassl, IpeAcTaBlieH B TpeX Komusix. B ogHoM
cllydae OHHM BXOJST B COCTaB ABYX MYJbTH(YHKIMOHAIBHBIX (EPMEHTOB KOMIUIEKCA OKHCIICHHUS
*KupHBIX KUCITOT (RCAP rcc00520, RCAP rcc02589), kakapiii U3 KOTOPBIX CITOCOOCH BBITIOJIHSTH
cpazy ase ¢yukuuu (EC: 1.1.1.35 u EC: 4.2.1.17). B apyrom cnydae »3Tu aBa (epmeHTa
AHHOTHPOBaHbl Kak MoHo(dyHKIMoHanbHble (epmentsl (EC: 1.1.1.35, RCAP_rcc02991; u EC:
4.2.1.17, RCAP rcc03533). Kpome Toro, B reHome Tarkke mpucyTctByer eme rer hbdA,
koaupyromwuii (S)-3-ruapokcuOytupmi-KoA-neruaporenasy (EC: 1.1.1.157, RCAP rcc00141). Bo
BCeX oOpasiax armeraTHbIX KyibTyp Rba. capsulatus, BHe 3aBHCHMOCTH OT HCTOYHHKA a30Ta,
NPUCYTCTBOBAJIM TPAHCKPUNTHI BCEX OJTHUX TEHOB, 32 HCKIIOYEHHEM OJIHOTO, KOJIMPYIOIIETO
MYJIbTH()YHKIIMOHAIBHBINA ()EPMEHT, 0-CyObEAMHHUIYy KOMIUIEKCA OKHUCICHHUS )KUPHBIX KUCIOT (TeH
fadJ, RCAP_rcc02589, Tabmuiia 7). TpaHCKPHUITHI MOCIEAHETO MPUCYTCTBOBAIH B KYJIbTYpax,
BBIPOCIIIMX HA CPEJIE C alleTaTOM, HO OTCYTCTBOBAJIM Ha CpeJie C alleTaTOM U TITyTaMaToM.

Takum 00pazoM, B «alETaTHBIX» KYJIbTYpax UMEIOTCS TPAHCKPUITHI T€HOB, KOJIUPYIOMIUX
(depMeHTHI, CITIOCOOHBIE OCYIIECTBUTh HEOOXOAMMEBIE Uil 00pa3oBaHUs KpoToHMI-KOA peakuuwu,
OJIHAaKO HEOOXOAMMO 3KCIEPUMEHTANbHOE OIpe/elIeHHe TOr0, Kakiue U3 HUX MOTYT y4acTBOBAaTh B
sTuaManoHun-KoA myT.

I11. O6pazosanue nponuonna-KoA. K 370l rpynne 0OTHOCUTCS MyTh, COCTOSIIIUN U3 4acTH
peaKiuii, MPHUCYTCTBYIOIUX B 3-2udpokcunponuonamuom (Zarzycki et al., 2009) u 3-
zuopokcunponuonammuom/4-zuopoxcudoymupanmnom (Berg et al., 2007) wyuxnax. Jlannbie
peakiuu ObUTH OOHAPYKEHBI y 3eNeHoM HecepHoit bakTepun Cfl. aurantiacus u omucansl Kak 4acTh
3-rugpokcunponuonarioro 1ukna (Zarzycki et al., 2009). [lanHbIii aHAIUIEPOTHYCCKUA MYTh
COCTOHWT U3 JIBYX ITUKJIOB, UMEIOIINX o0mie peakiun. B mepBom nukie (pucyHok 19, peakiym 42—

50, 10-12, 51, 16) u3 amerun-KoA B pesynbrare psga peakiuii odpasyercs (S)-mammi-KoA,
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KOTOpBIH pacmieruisiercss Ha aneTwi-KoA (Bo3BpamaeTcss B NHMKJI) W TIMOKCHIAT, KOTOPBIHA
npeoOpasyeTcs qanee B peakiusax BToporo mukia (pucynok 19, peakun 42-47, 19, 18, 52, 53, 24)
¢ oOpazoBanueM (3S)-uutpamanui-KoA, KOTOpBIi Ha TMOCIEIHEM JTale paclerisieTcs ¢
oOpazoBannem [IBK u anermn-KoA. B pesynpTaTe MONHBIX JBYX LHKIOB U3 3 MOJEKYJ
OoukapOonara obpasyercss 1 monekyna [IBK. Ilpu doToaccumusiiuu anerata BOCIIOJTHEHHUE ITyJia
HIYK Bo3MOXHO 3a cueT oOpa3zoBaHMs B peakuusx 42—-47 nponuoHun-KoA, koTopslii nanee
npeoOpasyercs B LIIYK win ee npeamecrsennuku. Hamr ananu3 6yzeT orpaHideH pacCMOTPEHHEM
aTuX peakuuii y Rba. capsulatus.

B renome w3ywaemoii Oaktepuu wumerorcs TeHbl (accA, RCAP_rcc03165; accB,
RCAP_rcc02601;  accC, RCAP_rcc02602; accD, RCAP rcc00236), komupyromiue
MHOrocyObeuHUUHBIH  ¢epMeHT  aunetwi-KoA-kapOokcuiazy/kapookcuntpancdepasy  (EC:
6.4.1.2), xotopas BbIONHsET KapOokcunupoBanue anetmi-KoA no manonnin-KoA (peakuus 42) u
TPAHCKPHUIITHI KOTOPOM NMPUCYTCTBOBAIM BO BceX oOpasmax (tadsmuua 8). Hago oTmMeTuTsh, 4T0 3TOT
(epMeHT Takke SBISIETCS KOMIIOHEHTOM IIyTH CHHTEe3a XHUPHBIX KHUCIOT. I'eH ManoHun-KoA-
peaykrasel (EC: 1.1.1.75, peakuus 43) orcyTtcrByer B Rba. capsulatus, Ho oOpa3oBaHie ManoHat-
ceMHuaNbJIErn1a n3 MaJIoHWI-KOA MOKET OCYIIECTBIATHCA U APYTUM IyTeM (pUCYHOK 19, peakuun
43a—436). U3 manonun-KoA mnox neiictBuem manonun KoA-tpancdepassl (EC: 2.8.3.3) unum 3a
cuet ManoHmI-KoA-kapookcunasel (EC: 4.1.1.9), koropas, kak mokaszano aias Pseudomonas ovalis
(Hsieh, Kolattukudy, 1994), cnocoOna BeimosiHsaTh (yHKIm0 ManoHua KoA-tpancdepassr (EC:
2.8.3.3), oOpazys manonat. [locnemuuii mox OeHCTBHEM MallOHAT-CEMHUAIBICTHICTUPOTCHA3HI
(EC: 1.2.1.15) npeBpainaeTcst B MajoHaT-cemuanbaerua. B renome Rba. capsulatus orcyrcreyer
red ManmoHwn KoA-tpancdepaszsr (EC: 2.8.3.3), mns manonmi-KoA-kapookcunassl (EC: 4.1.1.9)
umerorcs redsl (MAcA, RCAP_rcp00130; mdeB, RCAP_rcp00128; mdeD, RCAP_rcp00129; mdcE,
RCAP_rcp00127),  komupyrommme 4  cyObeauHunsl  (epMeHTa, HO  TPAHCKPHIITHI
nocienoarenbHOCTH RCAP rcp00130 orcyTcTBOBamM BO BCeX oOpasax ameTaTHBIX KYJIbTyp
(trabmuna 8, peaknusa 43a). Kpome TOro, BO3MOKHOCTH BBITIOTHEHHUS 3TUM (DEpMEHTOM (yHKIIMH
manonat KoA-tpancgepassr y Rba. capsulatus tpebyer sKcrepMMEHTaNbHOTO MOATBEPIKIACHHUS.
[IpoBeputs mpuCyTCTBUE B TeHOME OakTepuu MalloHaT-ceMuanpaeruaueruaporesassl (EC:
1.2.1.15) He npexacTaBnseTcss BO3MOXHBIM, T.K. aMUHOKHCIIOTHAs TIOCJIEI0BAaTENBHOCT O€lKa MoKa
HE YCTAHOBJICHA.

Peakuuss 44 ocymecTBiasieTcss ¢ ydacTHeM 3-ruapokcurponuoHartpeaykrassl  (EC:
1.1.1.298), u nanHblii QepMeHT OTCyTCTBYyeT B reHome Oakrtepuu. OOpa3zoBaHME W3 MajoOHAT-
CeMHaJIbICTH A 3-TUAPOKCHUIIPOTTMOHATA BO3MOXHO TaKKe 3a cyer 3-

ruapokcunponuoHataeruaporesassl  (EC: 1.1.1.59) wnm 3a cueT MaJOHOBOBOM KHCIIOTHI
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cemuanpaeruapenykrassl (EC: 1.1.1.-), omHako NMpOBEpUTh HAIMYKWE WX B TEHOME OaKTepuu B
HACTOSAIIEE BPEMsI HE MPEACTaBISETCS BO3MOXKHBIM, T.K. aMUHOKHCIIOTHBIC TMOCIIEI0BATEIFHOCTU
3TUX OEJIKOB B HACTOSIIEE BPEMsI HE YCTAaHOBJICHBI.

VY Rba. capsulatus orcyTcTByOT reHbl (HepMEHTOB, OCYNIECTBISAIONINE peakiuu 45, 46 u 47
Ha pUCYHKE. DTH peakldu MOTJIHM Obl OCYILIECTBIATHCA 3a CUET aJlbTEpPHATUBHBIX (hepmMeHTOB. Jliis
npeBpalieHus 3-THAPOKCUIpONHoHaTa B 3-ruapokcunponuoHun-KoA (peakuus 45) y Oakrepuu
BMecTO 3-ruapokcurnponuonun-KoA-cunrassl (EC: 6.2.1.36) umeercs 3-ruapokcudytupmi-KoA-
ruaponasa (EC: 3.1.2.4, RCAP rcc01563). Peakiuto 46 — npespaiienue 3-ruipoKCUIPONNOHNI-
KoA B akpunoun-KoA — y GakTepun MOXKET KaTaau3upoBaTh 00JIaaronias mMupoKo cyocTpaTHOM
crenuduanocteio  eHomwn-KoA-ruaparaza (EC: 4.2.1.17, RCAP_rcc00520, RCAP rcc02589,
RCAP rcc03533; tabnuma 7, peakuus 370) BMecTo 3-TUapokcuriponuoHui-KoA-neruaparassl
(EC: 4.2.1.116). IlpeBpamenue axpuiown-KoA B mnponuonun-KoA (peakuus 47) Moxker
OCYILIECTBIISATh MHOTO(PYHKIIMOHAIBHBIN (PEpMEHT — cpeaHenienoueynas anuin-KoA-aeruaporenasza
(EC: 1.3.99.3; B coorBercTBMM C HOBOH Kiaccudukammein — ammi-KoA-gerunporenasza, EC:
1.3.8.7), umeromnasics y Rba. capsulatus, RCAP rcc03306. B nyTsix merabonu3Ma B-alaHWHA 3TOT
¢depMeHT BBIONHSET QYHKIMIO akpuinia-KoA-nernaporeHassl BMECTO OTCYTCTBYIOIIUX aHAJIOTOB
(EC: 1.3.1.84, akpmmn-KoA-penykrazsl (HAJIDH); EC: 2.8.3.12, rmyrakonatr KoA-tpancdepassr;
EC: 1.3.1.95, akpwmn-KoA-penykraszel (HAJIH)). Tpanckpuntsl axpmmi-KoA-aeruaporeHassl
MIPUCYTCTBOBAJIM BO BCEX 00pa3lax aleTaTHbIX KYJIbTYp.

VYuuteiBasg ~ OTCYTCTBHE  3HAUMTEJIBHOTO  YHCIAa  TIEHOB, OTHOCALIMXCA K  3-
THPOKCHUITPOINIMOHATHOMY LMKy B reHoMe Rba. capsulatus, a taxke To, uTo reHbl (epMEHTOB,
TEOPETUYECKH CIOCOOHBIX BBIMOJHATh AHAJIOTMYHBIE (YHKIMH, HE SKCIPECCHUPOBAIUCH (O- U Y-
cyobenunnbl ManoHuia-KoA-kap6okennassl (EC: 4.1.1.9)) wim skcnpeccupoBajiuCh Ha ypOBHE
O6muzkoM K mpeaeny oOHapyxeHus (3-ruppokcuOytupmin-KoA-rupponaza EC:  3.1.2.4,
RCAP _rcc01563) (tabauua 8, peakumu 43a, 45), MOXKHO Iojarath, YTO YKa3aHHBIH LUKI HE

yuacTByeT B BocnostHenuu mya IIIYK y Rba. capsulatus.
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Ta6auna 8. Hamumuwme reHoB, Koaupyrommx (epMEHTHl YacTH 3-THAPOKCHUIIPONMHOHATHOTO nukiaa (peakumu 42, 43a, 4306, 44-47),

BHOCsIIeH Bkiaa B BocronHenue myiia LI[YK u3 nponunonnn-KoA, a taxke ux Tpanckpunuus y Rba. capsulatus mpu pocrte ¢ ucnonb3oBanieMm
aleTara u pa3HbIX MICTOYHHUKOB a30Ta.

Howmep O6o03H. | Homep ¢ynknuu B cootBercTBuM C¢ 0a3oi gaHHbIXx KEGG | Unentudukamumon- | Mcrounuk a3ora B cpene
peakiuu | re’Ha Orthology; Ha3Banme u HOMep (epMeHTa, KOAMPYEMOTO | HbII HOMEp reHa rimytamat (2 MM), | NH4CI (5
o T€HOM, B COOTBETCTBUM C Kilaccupukanueid (GepMeHTOB IO TIOBTOPHOCTH MM),
PUCYHKY OIUCaHUIO MocienoBaTeapbHoCcTH B GenBank MOBTOPHOCTHU
P vl 1
42 accB K02160; amernn-KoA-kapOokcunasza, Ouoruncoxepxamuii | RCAP_rcc02601 p|Pp (P |P |P P
kapOokcui-iepenocsiuii 6enok (EC: 6.4.1.2)
accC K01961; anerun-KoA-kapOokcunasa, omotun-kapookcmiaza | RCAP_rcc02602 p/Pp (P |P |P P
(EC: 6.3.4.14;6.4.1.2)
accA4 K01962; o-cyosenmanna  ametuin-KoA-kapOokcmnasel, | RCAP_rcc03165 p|p (P |P |P P
kapbokcui-tpancepassl (EC: 6.4.1.2)
accD K01963;  B-cyobenmunnma  ametmwin-KoA-kap6oxkcunasel, | RCAP_rcc00236 PP |P (P |P P
kapOokcun-Tpancdepassl (EC: 6.4.1.2)
43a mdcE K20511; wmanonarnekapOokcunasa, y-cyowenununa (EC: | RCAP_rcp00127 PIP |A |P |M A
4.1.1.9)
mdcB K20510; wmanonataekapookcunasza, B-cyowemununa (EC: | RCAP_rcp00128 Her nanHbIX
4.1.1.9)
mdcD K13931; wmanonarnekapbokcumnasa, o-cyorenununa (EC: | RCAP_rcp00129 Her nanabIx
4.1.1.9)
mdcA K13929; wanonarnexkapbokcunaza, o-cyobenununa (EC: | RCAP_rcp00130 AM A |A |A A
4.1.1.9)
436 - Howmepa 3TOMU byHKIIUN HET; MmanoHaTt- | [locinenoBaTenbHOC
cemuanbaeruieruaporenasa (EC: 1.2.1.15) Th HEU3BECTHA
44 - Howmepa 3TOU byHKIUN HET; 3- | [TocnengoBareapHOC
rugpokcunponuonataeruaporenasa (EC: 1.1.1.59) Th HEM3BECTHA
44 - K18602; manonoBas kuciota cemuanpaeruapenykrasa (EC: | IlocinenoBarensHoc

1.1.1.-)

Th HCU3BCCTHA
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Howmep O6o03H. | Homep ¢ynknuu B cootBercTBuM C¢ 0a3oi gaHHbIXx KEGG | Unentudukamumon- | Mcrounuk a3ora B cpee
peakiuu | re’Ha Orthology; Ha3Banme u HOMep (epMeHTa, KOAMPYEMOTO | HbII HOMEp reHa rimytamat (2 MM), | NH4CI (5
o TCHOM, B COOTBETCTBUH C Kiaccupukanueil GpepMeHTOB 1o TIOBTOPHOCTH MM),
PHUCYHKY OIMCaHMIO MocienoBaTeabHocTH B GenBank MTOBTOPHOCTH
v i I
45 - K18594; 3-ruapoxcumnpormonmi-KoA-cuareraza (AJI®- | [TocmenoBarensHOC
dopmupyromasi) (EC: 6.2.1.-) Th HEU3BECTHA
45 - K05605;  3-ruppokcum3oOytupmi-KoA-runpomaza (EC: | RCAP_rcc01563 PP |A |P |A P
3.1.2.4)
46 fadB KO01782; a-cyobemunuma komruiekca okucieHus xupHbix | RCAP_rcc00520 PP (P |P |P P
kucnot (EC: 1.1.1.35;4.2.1.17;5.1.2.3)
46 fadJ Homepa »toit dynkumm HeT; o-cyobemununa komruiekca | RCAP_rcc02589 AIM |A |A |P P
okucienus xupHbix kucaot (EC: 1.1.1.35;4.2.1.17; 5.3.3.8)
46 paaF KO01715; enomn-KoA-ruaparaza (EC: 4.2.1.17) RCAP_rcc03533 P P P
47 - K00249; aumun-KoA-nerumporenaza  cnemuduunas k | RCAP_rcc03306 P|P P P P P
cpeaHenenoyeuyHsiM kupHbBIM - kucimoram (EC:  1.3.8.7;
1.3.99.3)

[Tpumeuanune. O603HaYeHUs — CM. TpUMEYaHue K Ta0u. 1.
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Iy npeodpa3oBaHusi IIMOKCHIATAa B MaJaT. B Hacrosiiee BpeMsa U3BECTHO JBa IyTH
npeBpalieHus rianokcuiara B uatepmenuatsl [ITK, 06a onu mpuBoaaT k 06pazoBanuio (S)-ManaTta.

1) Hanbosee M3BECTHBIN KIIACCHUECKUI MyTh — KOHJAEHCAIMA TJIMOKCHIATa U aneTuia-KoA
no (S)-mamara ¢ ywactmem kiaccuueckod manamcunmaszer (EC:  2.3.3.9), BmepBbie
MPOJAEMOHCTPUPOBAHHON B TJIMOKCHJIATHOM IyTH. Ha NaHHBI MOMEHT OXapaKTepHU30BaHbI J[BE
manarcunTtaszel ¢ EC: 2.3.3.9 (manarcunrassl A u G), KOTOpblE OTIHYAIOTCA CTaOWIBHOCTHIO U
npuponoii maruouropa (Ornston, Ornston, 1969). Manarcunraza G cUIBHO HHAYLHUOENbHA
rimkonatoM (1000-kpatao) u rnuokcuinatom (Molina et al., 1994), Torma kak ManarcuHTaza A
uHaynupyercs 20-KkpaTHO aneratoM wWid JkupHbiME kuciotamu (Vanderwinkel, De Vlieghere,
1968). HexoTopbie aBTOpHI MoJIaratoT, 4To MayiarcuaTa3a G cBsi3aHa C TMIMKOJIMTHYECKUM ITyTEM, a
ManarcuHTaza A, KoTopas aktuBupyerca ameratom — ¢ L[TK (Ornston, Ornston, 1969;
Vanderwinkel, De Vlieghere, 1968). Kpome TOoro Msl mosaraem, 4ro manaTcunrtaza G, CHIbHO
WHAYIUOCIbHAS TIUKOJIATOM U TIMOKCHIIATOM, MOXKET paboTaTh B CBS3KE C IyTeM OOpa3OBaHUs
[JIMOKCUJIaTa dYepe3 TIJIMKOJaT, KOTOpbI (YHKIUMOHHMpPYET C ydactueM PyOucko B KadecTBe
OKCUTEHA3bI.

Rba. capsulatus o0Onamaer remamu wmanarcuntassl A (aceB, RCAP _rcc03337) wu
manarcuHtazel G (glcB, RCAP_rcc00839). Tpanckpumnthl mManarcuutaszsl G MpHCYTCTBOBAIU BO
BCeX 00pa3lax aleTaTHbIX KYJbTYp, MaJlaTCHHTa3bl A — BO BceX 00pasliax KyJlbTyp, KpOME OHOTO,
U3 KyJbTYpBI, BRIPOCIIEH Ha cpesie ¢ Jo0aBiIeHneM rimyTamara (Tadnuma S).

2) [IlpeoOpa3oBaHuWe TJIMOKCHJIATa B MajdaT MOXET OCYIIECTBISITBCS C TOMOIIBIO
10CJIeI0BATEBHOTO eicTBUS Manun-KoA/S)-uumpamanun-KoA-nuaszor (EC: 4.1.3.24; 4.1.3.25)
u (3S)-manun-KoA-muoscmepaszor (EC: 3.1.2.30). [IpepBas katamusupyer odpasoanue L-mammi-
KoA, xoropsiii nanee nox aeiictereM (3S)-mamun-KoA-tuoscrepassr (EC: 3.1.2.30) npespariaetcs
B (S)-manart (pucyHnok 19, peakuuu 16 u 17).

B rernome Rba. capsulatus mpucyTcTByIOT reHbl ()epMEHTOB, CIIOCOOHBIX K OCYIIECTBICHUIO
JnaHHbIX peakiuid. s peakunu 16 — 3to B-cyOnenununa-2 murparauassl (EC: 4.1.3.34; 4.1.3.6;
RCAP_rcc03164), a nns peakuuu 17 — B-cyopenununa-1 murpatnuassl (EC: 4.1.3.34; 4.1.3.6;
RCAP _00727). TpaHCKpunThl TE€HOB 3THUX (EPMEHTOB JETEKTHPOBAJIM BO BCEeX oOOpasmax
«alETaTHBIX» KyJbTYp (TabauIia 7) 1aHHOM OaKTEpPHH.

B-cyOpeaununbl nUTpatiuasbl 1 U 2 SBISIOTCS MapajoraMu OJHOTO W3 KOMIIOHEHTOB
murpammassl EC: 4.1.3.22 Clostridium tetanomorphum, skcrniepuMeHTaNIbHO MPOAEMOHCTPUPOBAHA
BO3MOXXHOCTh [-CyOBEIMHUIIBI LUTPATINA3bl | caMOCTOATENhHO (DYHKIIMOHHPOBATH B KadeCTBE

(3S)-mammn-KoA-tuoectepassl (EC: 3.1.2.30), a B-cyObeaWHHIBI IIUTpATIHa3bl 2 — B KauyeCTBE
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manin-KoA-nuassl/(S)-iurpamanun-KoA-nmuaser EC: 4.1.3.24: 4.1.3.25 y Rba. sphaeroides (Erb et
al., 2010).

IIytn npeoGpa3zoBanusi nponnoHuI-KoA no cyknuami-KoA mniau IIBK. B nacrosmee
BpeMsI M3BECTHBI 3 MyTu IpeoOpa3oBanus nponuoHwI-KoA B mntepmenuatsl L[TK, uaymme na
BocriostHeHune myna [I[YK. B ogHom w3 Hux u3 npommonmi-KoA o6pasyercs cykuuHmI-KoA
(metunmanonua-KoA-nyte (Zhang et al., 2009)). B apyrux (METHIIUTPATHBIA IUKJI WU MYTh
OKHUCJICHHUA uepe3 JakTaT) u3 nponuoHui-KoA obpasyercsa [IBK, koTopblil MOKeT mpeBpaiaThCs B
manart win LYK mox nefictBuem oguoro u3z C3-kapOookcunupyronmx GepMeHTOB (OMHUCaHO HUKE).

Memuamanonun-KoA nyme. B 3trom nytu u3 nponuonui-KoA B pe3ynbTaTte Tpex peakuui
obpasyercsa cykiuHuiI-KoA (pucynok 19, peakumn 48-50). O6pa3oBanue u3 nponuoHmi-KoA S-
meTuamanoHni1-KoA moryTt ocymectBisate 2 ¢epmenrta: nponuoHuia-KoA-kapbokcunaza (EC:
6.4.1.3) u metunmanonuia-KoA-kap6okcurpancgepasa (EC: 2.1.3.1), ren kotopoii He 0OHapy>KeH B
reaome Rba. capsulatus. T'en mnepBoro ¢epmeHTa, a TakXKe OCTAIbHBIX, HEOOXOAMMBIX IS
ocymiecTBiieHus peakiuii 49—50, TpUCYTCTBYIOT B M3y4yaeMOM T'€HOME M MpPUBEACHBI B Tabmuia 9
(pccA, RCAP_rcc00911 u pccB, RCAP_rcc00906 — renbl 0- u B-cyObenuauil mponuoHmit-KoA-
kapookcunaszel  (EC: 6.4.1.3), coorBerctBenHo; RCAP_rcc00538 - wmerunmanonuia-KoA-
smumepassl (EC: 5.1.99.1); bhbA, RCAP_rcc00912 — metunmanonmn-KoA-mytasser (EC: 5.4.99.2)).
OnHako 3TOT MyTh HEAKTHBEH Y MCCICIYyEMBIX «aleTaTHbIX» KyibTyp Rba. capsulatus, tak kak B

HUX OTCYTCTBOBAJIM TPaHCKpUIITHI MeTHIMaoHUI-KoA-myTassl (EC: 5.4.99.2, Tabnuua 9, peakuus

50).
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Tabauna 9. Hanmuuue reHos, koaupytomux depmenTsl kapookcmmpoBanus [IBK u @EIT (peakuu 27, 28, 30), hepmenTs 00pazoBaHus
[IBK u3 anetnn-KoA (peakiuu 63, 64 unu 62), metunmanonun-KoA mytu (peakuuu 48—50) U METHIILUTPATHOTO IUKIA (peakuuu 55-56, 58), a
Takxe uX TpaHckpunuusa y Rba. capsulatus mpu pocte ¢ ucrnonbp3oBaHueM arerarta U pa3HbIX HCTOYHHKOB a30Ta.

Howmep O6o03H. | Homep ¢ynkmum B coorBerctBumM ¢ 0a3zoii nmanHbix KEGG | Unentudukamnmnon- Hcrounuk azora B cpeze
peakuuu | reHa Orthology; Ha3Banme u Homep (epMeHTa, KOJUPYEMOTO | HbII HOMEp reHa rnytamar (2 MM), | NH.Cl (5
o IT€HOM, B COOTBETCTBUM C Kiaccudukamuein (HepMEeHTOB I10 MOBTOPHOCTH MM),
PUCYHKY OIHMCaHMIO MocienoBaTeabHocTH B GenBank TOBTOp-
HOCTH
L i v i ]
28 pckA K01610; ®EII-kapbokcukunasza (ATD, EC: 4.1.1.49) RCAP_rcc02837 PIP |P |P |P P
27 maeBl | K00029; manaraeruaporenasa-1 | RCAP_rcc00443 P|P P |P P P
OKCaJIoaleTaTeKapOOKCUITUPYIOIast (HAZ[(D+, EC: 1.1.1.40)
27 maeB2 | K00029; manaraeruaporenasa-2 | RCAP_rcc03496 P|P P |P P P
OKCaJIoaleTaTeKapOOKCUITUPYIOIast (HAZ[(D+, EC: 1.1.1.40)
30 pyc K01958; nmupysaTtkapbokcuiasza (EC: 6.4.1.1) RCAP_rcc01203 PIP |P |P |P P
63 fdhE K00126; 3-cyonpenununa Gopmuatneruaporenassl (HAJ[, EC: | RCAP_rcc03033 PIA |P A |P p
1.2.1.2)
fdhA K00123; a-cyowenununa popmuarnerunporenassl (HA/I-EC: | RCAP_rcc03035 P|P M |A | P A
1.2.1.2)
fdhB K00124; B-cyosenunnna popmuaraeruaporenassl (HA/Jl, EC: | RCAP_rcc03036 PP (P |P [P P
1.2.1.2)
fdhC K00127; y-cyowenununia popmuatneruaporenassl (HA, EC: | RCAP_rcc03037 PP [P |A [P A
1.2.1.2)
64 pflD K00656; popmuar-C-anetunrpancdepasza (EC:2.3.1.54) RCAP_rcc02211 PIP |P |P |P A
64 pflB K00656; hopmuat-C-anerunrpanchepasa (EC: 2.3.1.54) RCAP_rcc02866 AP |P |P |P A
62 nifJ KO03737; mmpyBar:dmaBomokcun okcumopenykraza (EC: | RCAP_rcc01728 PYA |P |A |P A
1.2.7.-)
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48 pCCA K01965; oa-cyosenunuiia nponuonmi-KoA-kap6okcunassl | RCAP_rcc00911 P|P P |P P P
(EC: 6.4.1.3)
pccB K01966; pB-cyopeaumnuna mnponuonmi-KoA-kapookcunassl | RCAP_rcc00906 P|P P |P P P
(EC: 6.4.1.3)
49 - K05606; metrnmanonua-KoA-smumepasa (EC: 5.1.99.1) RCAP_rcc00538 P|P P |P P P
50 bhbA K01847; merunmanonnn-KoA-myTtaza (EC: 5.4.99.2) RCAP_rcc00912 PIA |A |A |P A
54 prpE K01908; mpormuonunin-KoA-nuraza (EC: 6.2.1.17) RCAP_rcc00442 P|P P |P P P
54 acsAl K01895; anerar—KoA-nurasa-1 (EC: 6.2.1.1) RCAP_rcc02126 AlA |P |A |P P
54 acsA2 K01895; anerar—KoA-nuraza-2 (EC: 6.2.1.1) RCAP_rcc02620 PIP |P |P |P P
54 acsA3 K01895; anerar—KoA-nuraza-1 (EC: 6.2.1.1) RCAP_rcc02859 MA |[A |A |P P
55 prpC K01659; 2-metunmurparcunTasa (EC: 2.3.3.5) RCAP_rcc03348 PP (P |P [P M
56 prpD K01720; 2-metmmmutpataeruaparasa (EC: 4.2.1.79) RCAP_rcc03347 AP [P |M A A
58 prpB K03417; metunuzonurpariuasza (EC: 4.1.3.30) RCAP_rcc03349 PIP |P |P |P P

[Ipumeuanue. O603HaYeHUs — CM. IpUMEYaHue K Ta0u. 1.
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Memunyumpamnorii yuka. IlocnenoBaTenbHOCTh pEaKIMi 3TOr0 IMyTH OTpa)keHa Ha
pucynke 19 (peakmuu 55-58, 11-13, a taxke 54 mpu pocTe Ha MPOMUOHATE), B HUX 00Opasyercs
INBK wu IIVYK, nocnemnsist 3ambikaer 1wkia. [IBK mon neiictBuem kapOokcuiaaz MOXKET
npeBpaTuThes B HOBYI0 Mosiekyny LI[VK (cm. Hmke). [Tyth umeer ne momudukanuu: | (Brock et
al.,, 2002) u Il (Gould et al., 2006), koropbie oTau4arOTCs (EpPMEHTAMH, KaTaIU3UPYIOIMMU
peakimio  56. B MerunmuTtpaTHoM — 1ukiae | JaHHYI0  peakIHMIO  KaTalU3HPYeT
metunuutparaeruaparaza (EC: 4.2.1.79; pucyHok, peakius 56), B MeTwinuTpaTHoM mukie |l
obpazoBanue u3 (2S,3S)-2-MeTHiIMTpaTa 2-METHI-IIMC-aKOHUTATa OCYLIECTBIISICTCS B PE3yJIbTaTe
JBYX peakiuii (pUCYHOK, peakuuu 56a u 56b) depe3 oOpa3oBaHue 2-METHI-MpaHC-aKOHHUTATA C
MOMOIIBIO 2-METUJIIIUTPATACTUaApaTa3bl (2-MeTmI-Tpanc-akoHuTat dhopmupytomeii; EC: 4.2.1.117)
u 2-merunakonuraruzomepassl (EC: 5.2.1.-). B renome Rba. capsulatus otcyrctByer ren acnB
OJTHOTO M3 KIIOYEBBIX (epMEeHTOB MerwnuurparHoro mmkiaa | m Il (pucyHok, peakuus 57) —
aKoHHUTATTUApaTassl/2-Metunusonutparruaparazsl  (EC: 4.2.1.3/EC: 4.2.1.99). Opnako ectb
MIpUMEPHI, KOT/Ia KJIaCCUYeCKas aKOHUTATTUAparas3a (TeH acnA) Takke, Kak U aKkOHUTATTuaparas3a/2-
METHJIM30LUTpaTruapaTa3za (acnB), Moxker BBICTYNaTh B poiu OU(YHKIMOHAIBLHOTO (epMeHTa
(Horswill, and Escalante-Semerena, 2001). Jlns BbISBJICHUS TakoW BO3MOXKHOCTH Yy
akonutatruapaTassl  (achA, RCAP_rcc02150, rtabmuma 5, peakums 2/3) Rba. capsulatus
Heo0XoIuMa 3KCIepuMeHTallbHas MTPOBEPKa.

Hanmuune reHOB OCTadbHBIX (PEPMEHTOB METHIIUTpaTHOrO IHKiaa | (pucyHok 19, peakumun
55-56 u 58) B renome Oaktepum (2-mermnuutparcunrasbl (EC: 2.3.3.5), RCAP_rcc03348 -
peakuust S55; 2-mermnuutparaerunparassl (EC: 4.2.1.79), RCAP_rcc03347 — peakuus 56;
metunuzonutpaimassl (EC: 4.1.3.30); RCAP_rcc03349 — peaxiust 58), CBHACTEIBCTBYET B IMOJIB3Y
BO3MOXXHOTO (DYHKIIMOHHUPOBAHUSI 3TOTO MyTH Y JaHHOM OakTepuu. YUUTHIBasg OTCYTCTBHE HIIU
HEOJIHO3HAYHOE IPHUCYTCTBHE TPAaHCKPUNTOB TeHa 2-metwnuurpataeruaparazsl (EC: 4.2.1.79,
tabauma 9, peakiys 56), MOXKHO CHIEJIaTh BBIBOJ, YTO METHJIIIMTPATHBIA UK HE akTHBeH y Rba.
capsulatus B JaHHBIX SKCIIEPUMEHTATIBHBIX YCIOBHUSX.

Ilymy okucnenus nponuonun-KoA wuepez nakmam oo IIBK c¢ nocnedyrouwum
Kkapookcunuposanuem 0o manama unu I[YK. B stom nytu (pucynok 19, peakiuu 47, 59-61)
oOpaszoBanue npormnoHuI-KoA B akpminomn-KoA (pucyHok 19, oOpatumas peaxiusi 47) MOXKET
OCYIIECTBIIATh cpeanenenoueyHas-anmi-KoA-neruaporenasza (EC: 1.3.99.3, RCAP rcc03306 (B
COOTBETCTBUU C HOBOHM kiaccupukamuein — ammn-KoA-neruaporenaza (EC: 1.3.8.7), B myTsx
MeTabonu3mMa [-ajaHMHA BBIMONHSACT (QyHKIMIO akpuwini-KoA-merunporenassl). ['eHbl apyrux
depmentoB-ananoros (EC: 1.3.1.84, axpwmn-KoA-penykrazer (HAH®H);, EC: 2.8.3.12,
rinytakoHat KoA-tpancdepassr; EC: 1.3.1.95, akpunun-KoA-penykraza (HAJIH)), crmocoOHBIX K
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Katanusy peakiuu 47 B renome Rba. capsulatus ue naiinenst. ['enbl hepMEHTOB, OCYIIECTBIISIONUX
peakiuio 59 (makromn-KoA-meruaporenassl (EC: 4.2.1.54) u peakumto 60 (mpommonar KoA-
tpaucdepassl (EC: 2.8.3.1)), B renome Rba. capsulatus taxxe He oOHapyxeHno. ['eH (depmenTa,
ocyuiecTBisonero npespamienue jgaktata B [IBK  (peakums 61 pmanHoro mnytu -
nakrataeruaporenaza (EC: 1.1.1.27)) npucyrctByer B reHome Oakrtepun (RCAP_rcc00817,
tabmuma 10).

Takum o0Opa3om, B CBS3M C OTCYTCTBHEM [BYX KIIOUEBBIX T'€HOB JaHHOTO TWYTHU
npeoOpa3oBanusi MponuoHWI-KoA, paccMarpuBaeMblii IyTh HE MOXET NPUHUMATh Y4acTHE B
socriosnenun myia [IIYK y Rba. capsulatus.

IV. Bocnosinenne nyaa (YK 3a cuer odpazoBanus IIBK/®EII ¢ ux nocaexyomum
kapOokcuimposanuem a0 mManara wiad YK, uwiu oOpasosanue u3 IIBK ¢ymapara uiam
oopazoBanue u3 IIBK u amermi-KoA yuc-akonmrara. Bocnonnenune untepmeanartoB [[TK
BO3MOXKHO Take KoMOMHanuel myrteit oopasoBanus 2-¢pochormumepara (2-OI'K), @EIT nmm [IBK
¢ myTsaMu ux kapookcwimpoBanus no mamara win LIYK. O6pazosanue TIBK Bo3moxHO TipH
COBMECTHOM (DYHKIIMOHUPOBAHUU IMyTel 00pa3oBaHus MponuoHUI-KOoA ¥ MeTUIIUTPATHOTO MYyTH
WIA TyTH OKUCJIEHUs MNponuoHmI-KoA depe3 makTar, a Takke B pacCMOTPEHHBIX Jajiee
MeTabOIMUYECKUX My TAX.

Oébpaszosanue IIBK u3 ’k3zozennozo ayemama. B renome Rba. capsulatus o6uapy»xeHb
TeHbI IByX BO3MOXKHBIX myTeit oopazoBanus [IBK nenocpenctenno u3 aneruin-KoA (pucynok 19,
peaxiuu 62 wiu 63-64).

B mepBom mytm (peakmust 62) oOpaszoBamme [IBK ocymecTBiusieTcs B Tporecce
koHaeHcanuu anetui-KoA u CO; 3a cuet nupyBart:peppenokcun okcumopenykrassl (EC: 1.2.7.1,
red NifJ (RCAP _rcc01728)). OnHako B anieTaTHbIX KyJIbTypax OakTEepUH TPAHCKPHUIITHI ITOTO TeHa
OTCYTCTBOBaNM (Tabnuma 9) WiM CHHTE3UPOBAINUCH Ha YPOBHE OJIU3KOM K Ipeieny OOHapyX eHHUs
(TaHHBIE HE TpUBEACHBI). Hamo OTMETUTH, YTO T.K. B BOCCTAHOBUTEIHHOM ITHKIIE TPUKAPOOHOBBIX
kucnoT (BUTK) u nukapOokcumaT-TUIpOKCHOYTHUPATHOM IIHUKIIE aHATUIEPOTHYECKYIO (PYHKITHIO
BBITMIOJHAET MUPYBAT:EPPEAOKCUH OKCHUAOPEIyKTa3a B COUYETAHUH C KapOOKCHIUPYIOIIKUMU
depMeHTaMu, TO OHM Jajiee HE PacCMaTPUBAIOTCS B KaueCTBE YHHMKAIbHBIX MyTEH BOCHOJIHEHUS
nyna H[YK.

Bo Bropom mytu (peakmuu 63, 64) [IBK moxer cunTesmpoBaThes u3 aneTwi-KoA u
dopmuara, kotopslit o0pasyercst u3z CO- 3a cuet obparumoit popmuataeruaporenassl (EC: 1.2.1.2;
fdhA, RCAP_rcc03035; fdhB, RCAP_rcc03036; fdhC, RCAP_rcc03037; fdhE, RCAP_rcc03033).
Konnencammro  ¢opmmara wu  ametwin-KoA — kataimsupyer — oOparumass — gopmuar-C-

anermwirpancdepaza (EC: 2.3.1.54; pflB, RCAP_rcc02866; pflID, RCAP rcc02211). Onnako B
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aleTaTHBIX KyJbTypax OJTOW OakTepuu, TPAHCKPUNTHl CyObeAMHUIl (HOPMHATICTUIPOreHA3HI
OTCyTCTBOBaNM (Tabmuua 9, peakius 63) Wik CHHTE3WPOBAIUCH HA ypPOBHE OMU3KOM K Mpelery
oOHapy»KeHHUsS HEe3aBHCHMO OT MCTOYHHKA a30Ta (JaHHbIE HE MPUBEACHBI). TakuM 00pa3oM, CHHTE3
IBK u3 amerata Rba. capsulatus Bo3moskeH, HO B HCCICIOBAaHHBIX aleTaTHBIX KYJbTypax HE

peanusyercs.
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Ta6auna 10. Hamuuwe reHoB, xomupyronmx (epMeHThl TIHKOIU3a/TIoKoHeorenesa (peakuuu 71, 72, 75/82-81, 31), DurtHepa—
HynopoBa (peakuuu 65-70, COBMECTHO C peakuusMu TpeBpamieHus o-D-rmiokossl B B-D-rmioko30-6-docdat, peakiuu 65, 66), a Takxke uUX
tpaHckpurnnus y Rba. capsulatus mpu pocte ¢ uCob30BaHMEM alieTaTa U Pa3HbIX HCTOYHUKOB a30Ta.

Homep | O6o3H. | Homep ¢ynkmmm B coorBerctBum ¢ 0Oasoir nanHbiXx KEGG | Unentudukanmon- | Mcrounuk a3ora B cpesie

peakiuu | re’a Orthology; Ha3BaHNe U HOMep (hepMeHTa, KOJUPYEMOTO TeHOM, | blif HOMEp T'eHa rryTamar (2 MM), | NH,CI (5

1o B COOTBETCTBUU C KJIaCCHUPHKAIHel (HEpPMEHTOB IO OMUCAHUIO OBTOPHOCTH MM),

PHCYHKY nocnenosarensHocTy B GenBank HOBTODHOCTH
o vl 1

65 galM K01785; anpmonasa-1-snumepasa (EC: 5.1.3.3) RCAP_rcc01132 P IM|P A |P P

67 zwf K00036; rioko30-6-docdar-1-neruaporenasza (EC: 1.1.1.49) RCAP_rcc02408 P|P |P P P M

68 pol K01057; 6-pochormrokonomakronasza (EC: 3.1.1.31) RCAP_rcc02407 AlAA |A A A

69 edd K01690; dpocdormokonaraernaporenasa (EC: 4.2.1.12) RCAP_rcc02411 P|P |P P P P

70 eda K01625; KI'T/KA®I -anbnonaza™* (EC: 4.1.2.14; 4.1.3.16) RCAP_rcc02412 PP |P P P P

66, 71 glk K00845; rmrokokunaza (EC: 2.7.1.2) RCAP_rcc01768 PP |P P P P

72-74 | pgi KO01810; rmroko30-6-pochatuzomepasa (EC: 5.3.1.9) RCAP_rcc02406 P|P |P P P P

75 pfkB K16370; 6-pochodpykrokunasa (EC: 2.7.1.11) RCAP_rcc01137 PIA|P |A |P M

82 fop K03841; dppykrozo-ouchocdarasa (EC: 3.1.3.11) RCAP_rcc01834 PP |P P P A

82, 87 glpX K11532; ¢ppykro3o-1,6-oudocdarasa (EC: 3.1.3.11) RCAP_rcc03062 PP |P P P P

76, 86 fda K01623; dpykrozo-oudocdaransaonasa (EC: 4.1.2.13) RCAP_rcc01707 PP |P P P P

76, 86 fba K01624; dppykrozo-6udocdaransronasa (EC: 4.1.2.13) RCAP_rcc01830 PP |P P P P

77 tpiA K01803; tpro3odocharuzomepasa (EC: 5.3.1.1) RCAP_rcc01598 P|P |P P P P

78 gapl** | KOO134; TIUIEpanbIeTua-3-hocdaTaeruiporeHasa -1 | RCAP_rcc01831 AlAIA A A A

(bochopumupyromas) (EC: 1.2.1.12)
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78 gap2** | K00134; rIMIepanbaerua-3-gochaTaeruiporenasa -2 | RCAP_rcc02071 P|IP |P P P P
(bocdhopunupyromas) (EC: 1.2.1.12)

78 gap3** | K00134; rIMIepanbaerua-3-gochaTaeruaporenasa -3 | RCAP_rcc02160 P|IP |P P P P
(bocdhopumupyromas) (EC: 1.2.1.12)

78 gapd** | KO0134; rIMIepanbaerua-3-gochaTaeruiporenasa -4 | RCAP_rcp00086 Het nannbix
(bochopunupyromas) (EC: 1.2.1.12)

79 pgk K00927; dbochormuueparkunaza (EC: 2.7.2.3) RCAP_rcc01708 P|P |P P P P

80 gpml K15633,; 2,3-6ucdocdornumepar -ue3aBucumas | RCAP_rcc00077 P|P |P P P P
dochormunepramyrasa (EC: 5.4.2.1)

81 eno K01689; dochoenonnupysarruaparasa (EC: 4.2.1.11) RCAP_rcc01715 P|P |P P P P

31 pykAl | K00873; nupysatkunasa-1 (EC: 2.7.1.40) RCAP_rcc00420 PP |P P P P

31 pykA2 | KO0873; nupysatkunasa-2 (EC: 2.7.1.40) RCAP_rcc03157 P|P |P P P P

61 Idh K00016; L-nakratneruaporenasa (EC: 1.1.1.27) RCAP_rcc00817 P|P |P P P P

62 nifJ K03737; mupysat:dnaBomokcun okcumopeaykrasa(EC: 1.2.7.-) | RCAP_rcc01728 PIA|P A |P A

[Tpumeuanue. O603HaYEHUS — CM. IPUMEYaHKE K Ta0I. 1.
* — KETOTUAPOKCUTITyTapatT/KeToaeruapodochormokonaT-anpaoaa3a; ** — reHsl aHHOTUPOBAHBI KaK TIUIepaibaeru-3-gocdar-

ACTUAPOrcHasa, JaHHBIX O TOM, ABJIAKOTCA JIM OHU ITapaJioraMiu WKW OPTOJIOraMU HET.
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Oopazosanue @EII/IIBK 3a cuem 3anacnulx y2iee0006 (2iuxozena). Vcnosb3zoBaHue
3amacHbIX BemecTB s BocnonHeHus myna YK — kpaTkoBpeMeHHBIH mpolecc, omnpeenseMblii
00BEMOM 3alacHBIX BEHIECTB M CKOPOCThIO oOpasoBanusi y Rba. capsulatus mocrarounoro
KOoJIM4YecTBa (EPMEHTOB, HEOOXOAMMBIX KJIETKE MpHU aJanTaluyd K HOBBIM YCIOBUSIM pocra. B
MEPEXO/IHBIM (HECKOIBKO YacoB) IMEPHOJ TEOPETHUECKH BO3MOXHO HCIIOJIb30BAHUE 3alacHbIX
BEIIECTB ISl POCTa C HCIOJIb30BaHWEM TOJbKO arerata. Rba. capsulatus merabomusupyer
yriaeBosl B myTu DHTHepa—/lynoposa (pucyHok 19, peaknuu 65-70) U MIMKOIUTUYECKOM IMyTH
(OmbOnena—Metieproda—Ilapuaca; pucynok 19, peakmum 71, 72, 75/82-81, 31), KoTOpHBIA Npu
HAJIMYUU OJTHOTO JOTONHUTEIRHOTO (hepmeHTa — Ppykrozoduchocdaraser (EC: 3.1.3.11; peakuus
82), MmoxkeT paboTaTh B 0OpaTHOM HampaBieHUH (ITyTh TIIOKOHEOTreHe3a). OHUMH U3 KOHEYHBIX
meTtabonmutoB obomx mytei sBustoress [IBK u ®EIL. 'enbl Bcex HeoOXOauMBbIX (EPMEHTOB
yKa3zaHHbBIX myTel B reHome Rba. capsulatus umerorcs (tadnuma 10). Bo Bcex oOpasiax ameraTHbIX
KyJbTYp HUCCIIEIYyEMbIX OaKTepUil OTCYTCTBOBAIM TPAHCKPUITHI T'€HA, KOJUPYIOLIETO OAMH U3
dbepmentoB  mytd  OHTHepa—[ymopoBa  (6-pocdormokonomakronazer  (EC:  3.1.1.31),
RCAP_rcc02407 — peakuust 68; tabnuma 10). TpaHCKpUNTBHI OCTaIbHBIX T€HOB, KOAUPYIOIIUX
(epMEHTBI 3TOTO ITyTH, IPUCYTCTBOBAJIM B 00pa3lax aleTaTHbIX KyJIbTyp (Tadmuma 10).

B anerarHbix kynbrypax Rba. capsulatus tpanckpunThl reHa Kir04YeBOrO ()epMeHTa MyTH
rkosm3a, 6-pochodpykrokunazer (EC: 2.7.1.11), RCAP rcc01137, pucynok 19, peaknus 75, B
yacTu 00pa3noB OTCyTcTBOBaiM. [Ipu 3TOM BO Bcex oOpas3max OOHapyKUBAIHCh TPAHCKPHUIITHI
dpyxrozodudocdarassl (EC: 3.1.3.11; peakuus 82), KoTopasi OCyIIECTBIIET 00paTHYIO pEaKuio U
orpenensier pabdOTy IyTH B CTOPOHY TJIOKOHEOTeHe3a. TpaHCKPUNTHI TEHOB, KOIUPYIOIIHE
ocTaJbHbIE TTIMKOIUTUYECKUE (PePMEHTHI MPUCYTCTBOBAIM BO BCEX 00pasliax aleTaTHBIX KYJIbTYP.

Takum o0Opa3om, NaHHBIE O TPAHCKPUNTAX JEMOHCTPHPYIOT, UTO 3alacHbIEe YTJIeBOILI HE
urpatror ponu B BocnoiHeHuu myna LYK B 1maHHBIX AKCHEpUMEHTANbHBIX YCIOBHUSX, YTO
MOJITBEPKIAETCS M HAlTUMH SKCIIEpUMEHTAIbHBIMU JaHHBIMU (pa3zen aucceprauuu 3.4).

Oébpazoseanue EI/IIBK u3 unmepmeouamos yuxna Kanveuna—bencona (pucynox 19,
peakiuu 83, 84, 79, 78, 77, 76, 82, 85-89), mOCKOJIBKY OCHOBHBIM IPOAYKTOM IIMKJIa B
rerepotpodHbix  ycnmoBusx  ssiusercs  3-OI'K  (Willison, 1993). J[lns mnpeoOpasoBanus
cuntesupoBanHoro 3-OI'K B 2-OI'K, a 3atem B ®EIl m TIBK Moryt OBITH 3a/1eHCTBOBaHBI
dbepmentel  myTH  OmOnena—Meiieproda—-Ilapnaca  (2,3-6uchochornmmnepar-nezaBucumas
dochormuueparmyraza, DEIll-ruapataza u [aBe NHpPyBaTKWHA3BI, COOTBETCTBEHHO). M3 6
¢ukcupoBanHbIXx B nukie monekyn CO; obpasyrorcsa 2 monekynsl 2-OI'K. YV ¢akynbraTuBHO
aBTOoTpodHBIX BHIOB (Qukcanmuss CO; depes mmkin KanpBuHa—beHCOHa B TNPHUCYTCTBHU

OpPraHUYeCKHX BEIECTB, KOTOPBIE ATH OAKTEPUHU UCIIONIB3YIOT, 4acTo pe3ko cHmxkaercs (McFadden,
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Shively, 1991). Ho B oTmenpHBIX Clydasx MyprypHble OakTepuu (UKCHUPYIOT B 3HAYUTEIHLHOM
KOJIMYECTBE YIJICKHCIOTY B PACCMATPUBAEMOM IMKIIC HE3aBUCUMO OT MPHUCYTCTBHS OPraHUYECKUX
coenuHenuil. Hanpumep, npu dororereporpodrom pocte Rps. palustris na cpexne ¢ anerarom 22%
areTatHoro yriepoga mpeobpasyercs B CO; u 67% a3toro CO; dukcupyeTcss B KICTOYHBIN
MaTepuai uepes puodynosoouchocharkapookcunasy (McKinlay, Harwood, 2010).

['ensl, HEOOXOAMMBIE 111 PYHKIIMOHUpOBaHUs IHKiIa KansBuHa—beHCOHa, IPUCYTCTBYIOT B
renome Rba. capsulatus (tabmuma 11), UX TpaHCKPUITHI MPUCYTCTBOBAIM B 00OpasIax ameTaTHbIX
KyJIbTyp 3ToW Oaktepuu. [Ipu 3TOM i (PyHKIIMOHHMPOBAHUS STOTO LHUKJIA JOIOJHUTEIBHOE
BHECEHUE YTIJEKUCIOThl WIM OuKapOOHAT-MOHOB B cCpely He Tpedyercs, T.K. YpOBEHb
BOCCTAHOBJICHHOCTH yriiepoga B Oumomacce Rba. capsulatus Bemme, uem yriepoma B amerare.
[TosTromy st GaymaHca BOCCTaHOBJICHHOCTH IPH POCTE KYyJIBTYPHl C HCIIOJIB30BAHUEM areTaTa
NPOMCXOIUT BbIeneHue yriekuciotsl (Tsygankov, Laurinavichene, 1996), kotopas naiee MOXeT

HUCIIONb30BaThCcy B 1IuKIe KanbBuHa—bencona.
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Tab6auna 11. Hanmuuue reHoB, koaupyromux (GepmenTtsl nukia KansBuna—bencona (peakuum 83, 84, 79, 78, 77, 76, 82, 85-89) u ux
tpaHckpunusa y Rba. capsulatus mpu pocte ¢ HCMOIb30BaHNEM alleTaTa U Pa3HbIX HCTOYHUKOB a30Ta.

Homep | O603H. | Homep ¢ynknum B cootBerctBuM ¢ 0Oasoit naHHbix KEGG | Unentudukanuon- | MicrouHuk a3ora B cpesie
peaknuu | reHa Orthology; Ha3BaHue u HOMEpP epMEHTa, KOAUPYEMOTO T€HOM, | HbII HOMEp T'eHa raytamat (2 MM), | NH,4CI 5
o B COOTBETCTBUH C KiacCcU]HKanuei (HEepMEHTOB MO OMHCAHHIO MOBTOPHOCTH MM),
PHUCYHKY nocienoBarenbHocTH B GenBank MIOBTOPHOCTH
ppm vl 1
83 cbbP K00855; pochopudynokunaza (EC: 2.7.1.19) RCAP_rcc01833 PP |A |P P M
84, 90 chbL K01601; pudyno3obucdocharkapbokcunaza/okcurenaza | RCAP_rcc00579 PIP I|P s) ) P
ooubias cyowrenununna (EC: 4.1.1.39)
cbbS K01602; pubynezobuchochatkapbokcunasa/okcurenasa manas | RCAP_rcc00578 PI|P |P P P P
cyorenunnna (EC: 4.1.1.39)
84, 90 cbbM K01601; pudyno3obucdocharkapobokcunaza/okcurenaza | RCAP_rcc01829 PIP I|P s) p P
ooubias cyowrenununna (EC: 4.1.1.39)
9 pgk K00927; dochornumeparkumaza (EC: 2.7.2.3) RCAP_rcc01708 | P 1P (PP PP
78 gapl K00134; rauuepansaerua-3-gocaraernporenasa -1 | RCAP_rcc01831 AlAIA |A |A A
(bochopumupyromast) (EC: 1.2.1.12)
78 gap2 K00134; rauuepansaerua-3-gocaraernporenasa -2 | RCAP_rcc02071 PIPIP |P |P s)
(bochopunupyromast) (EC: 1.2.1.12)
78 gap3 K00134; rauuepansaerua-3-gocaraernporenasa -3 | RCAP_rcc02160 PIPIP |P |P s)
(bochopunupyromast) (EC: 1.2.1.12)
78 gap4 K00134; raMuepanbaerua-3-pocdaraernaporenasa -4 | RCAP_rcp00086 HeT naHHBIX
(bochopunupyromas) (EC: 1.2.1.12)
76, 86 fda K01623; dpykrozo-ouchocdaransmonasa (EC: 4.1.2.13) RCAP_rcc01707 PI|P |P P P P
76, 86 fba K01624; dppykrozo-ouchocdaranpaonasa (EC: 4.1.2.13) RCAP_rcc01830 P|P |P P P P
82 fop K03841; dpykrozo-6uchocdaraza (EC: 3.1.3.11) RCAP_rcc01834 PP |P P P A
82, 87 glpX K11532; dpykro30-1,6-6uchocdaraza (EC: 3.1.3.11) RCAP_rcc03062 P|IP |P P P P
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Homep | O603H. | Homep ¢ynkmuu B coorBerctBuu ¢ 0aszoii maHHbiX KEGG | Unentudukanuon- | Mctoynuk azora B cpeyie

peakuuu | reHa Orthology; Ha3zBanue u HOMep (hepMeHTa, KOJUPYEMOTO T€HOM, | HbIif HOMEp TeHa rmytamat (2 MM), | NH,4CI (5

o B COOTBETCTBHUH C KiaccU]UKanuei (HepMEeHTOB 10 OMHCAHHIO MOBTOPHOCTH MM),

PHUCYHKY nocienoBarenbHocTH B GenBank MOBTOPHOCTH

v i 1

85, 88 tktl K00615; tpanckeronasa -1 (EC: 2.2.1.1) RCAP_rcc01832 M|P | P M | A A

85, 88 tkt2 K00615; tpanckeronasa -2 (EC: 2.2.1.1) RCAP_rcc02146 PP |P P P P

85, 88 tktB KO00615; Tpancketonasza, C-tepmunanbHas cyosenununa® (EC: | RCAP_rcc02654 PIPI|P ) ) s)
2.2.1.1)

85, 88 tktA KO00615; tpanckeronaza, N-repmunanshas cyosenunumna* (EC: | RCAP_rcc02655 MIMIA |A |P A
22.1.1)

89 rpiA K01807; pu6o30-5-pocharuzomepasa-A (EC: 5.3.1.6) RCAP_rcc02396 P|P |P P P P

[Tpumeuanue. O603HAYCHUS — CM. IpUMEYaHue K Tao. 1.

* — B 06a3e mannbix Uniprot manusiii 0enox Methanocaldococcus jannaschii (strain ATCC 43067) nasBan Putative transketolase C-
terminal section, o B »TOi ke Oa3e B apyrmx opranu3smax oH Has3BaH Iransketolase, C-terminal subunit. AmHOTHpOBaHBI 3TH TEHBI B
COOTBETCTBUH C TOMOJIOTHENH. DTO OTHOCUTCS U K TpaHCKeTonase, N- TepMUHANBHOM CyObeInHHIIE.
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IIBK/®EII-kap0okcunupyomue (epMeHTbl (aHaIIepOTHYeCKHe KapOOKCHJIa3bl) H
nyth oOpasoBanusi u3 I[IBK d¢ymapara. [{ns nomyuenuss unrepmenuatroB LITK u3 [IBK wnwm
apyrux C3-KucnoT HeoO0XonuMo uX KapOokcuinupoBaHue. M3 mecTw u3BecTHBIX (DepMEHTOB,
CHOCOOHBIX K BBIITOJHEHHUIO PEAKIN aHATUIEPOTHYECKOTO KapOOKCHIMPOBAHMUS, TEHBI TPEX M3 HUX
orcyTcTBYIOT B reHoMe Rba. capsulatus: ®EIT-kap6okcunasza (EC: 4.1.1.31; pucyHok 19, peakuus
29), I'Td-3aBucumas DEIl-kapbokcukunaza (EC: 4.1.1.32; pucynok 19, peakmus 28) u OEII-
kapOokcudocopmiaza (EC: 4.1.1.38; pucyHnok 19, peakius 28). OgHako B UCCIEIYyEMOM I'€HOME
npucytcTByioT aBa reHa (maeBl (RCAP rcc00443) u maeB2 (RCAP_rcc03496)), koaupyrommx
mamk-pepmenT (EC: 1.1.1.40) (tabnuma 9, peakums 27). Cuutaercsi, 4TO NMPEUMYIIECTBEHHOE
HalpaBJIeHUE peakuuu 3Toro ¢epMeHTa — naekapOokcuiupoBaHue. ONHAKO IOKa3aHO, 4TO Yy
HEKOTOPBIX MalIMK-(EPMEHTOB TNPEUMYIIECTBEHHOE HANpaBiIeHHE peakluuu (B CTOPOHY
obpazoBanus [1BK unu manata) 3asucut ot pH (Nuiry, Cook, 1985). Kpome Toro, B Synechocystis
sp. PCC 6803, He umeronield akTHBHOTO aHATUIEPOTUYECKOTO MyTH aCCUMIISIIIUM arleTaTa, MaJluK-
(GepMeHT sBiseTCs KIOYeBbIM (hepMeHTOM BocnoiHeHus uHTepmeaunato LITK, ocymectsuss
kapookcunuposanue [IBK (Bricker et al., 2004). O6a manuk-depmenta Rba. capsulatus (maeBl u
maeB2) seastorcs HAJID -3aBucumbiMu. Manuk-pepment maeB us E. coli Taxke 3aBucutr OT
HAJI®®, mnoka3aHo, 4TO €ro aKkTHBHOCTH iN Vitro cHmwxaercs B npucyrcteuu LYK wu
YBEJIMYMBAETCS B TNPUCYTCTBUM acmapraTa, a TaKkKe BO3pAacTaeT B MPHCYTCTBUU TIIIIOK030-6-
docdara (Bologna et al.,, 2007). IlosutuBHOE perymupoBanue maeB w3 E. coli riroko30-6-
docharom (ucrounuk C3-coemuHeHuit Takux, kak [IBK, ®EIl) yka3siBaeT Ha TO, YTO 3TOT
dbepMEeHT MOXKET UrpaTb BaXKHYIO pOJib B  Meraboim3me OakTepuH, KaTaIU3UPYS
kapookcunupoBanue [IBK ¢ o6pazoBanrnem manara. Takum 006pa3oM, MOKHO T0OJIarath, YTO MaJIUK-
(GepMeHT crmocoOeH OcylecTBIATh KapOokcunmupoBanue u y Rba. capsulatus. VYposens
TPAHCKPUNIIUU OOOMX TEHOB, KOAMPYIOIIMX Manuk-(pepMmeHThl B reHome Rba. capsulatus, Obui
BBICOKMM B alleTaTHBIX KyJbTypaX HE3aBHUCHUMO OT MCIOJB3yEeMOro MCTOYHHMKA a3oTa (Tabmuia 9,
peakmus 27).

OtnenbHOro paccMoTpeHust TpeOyer eme oxauH Manuk-gpepment (EC: 1.1.1.83),
00JIaIaloMi B OTIIMYKME OT ONMKMCAHHBIX BbINIe hepMeHTOB cyOcTpaTtHOH crieruduunocThio K (R)-
PHAHTHOMEpY MajaTa. B ciaydae BO3MOMKHOTO OCYIIECTBICHHUS JaHHBIM  (EPMEHTOM
kapookcunupoBanus [IBK obpaszyercs (R)-manar (peakuus 94), KOTOpBIA HE MOXKET HaIPsSMYIO
BrounThess B LITK m3-3a cnenuduunoctu ero dgepmentoB k (S)-bopme cydcrpara. (R)-mamar
CHayaja NIpeBpalllaeTcss B Majear ¢ ydacThem Majeatruiapatasbl (peakuust 95, EC: 4.2.1.31),
KOTOpBIN Jajee moja aeucTBueM MaineatuzoMepasbl (peakuus 96, EC: 5.2.1.1) nmpeoOpa3syercs B

dbymapar, Bcrynaromuii B peakuuu LITK. B rerome Rba. capsulatus ren (R)-manuk-depmenta (EC:
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1.1.1.83) ne oOHapyxen. C ¢dynkmueit mamearruaparassl (EC: 4.2.1.31) B Hacrosimee BpeMms
acCOIMUPOBaH MHOTO(YHKIIMOHANBHBIA (QepMeHT, oOHapyxeHubiii B Methanocaldococcus
jannaschii komgupyemsiii renom leuC (Drevland et al.,. 2007). IIpomeMOHCTpUpOBaHO, YTO OH
NpOSIBJIIET aKTMBHOCTh MayieaTruapaTassl. B remome Rba. capsulatus e oGHapy»keHO CXOIHOTO
rena. Manearuzomepasa (EC: 5.2.1.1) y aToit 6akTepun TaKKe OTCYTCTBYET.

Taxke B renome Rba. capsulatus mnpucyrctByer ren AT®-3aBucumoii DEII-
kapOokcukuHassl (EC: 4.1.1.49, RCAP rcc02837), ero TpaHCKpHUNTHI MPUCYTCTBOBAJIM BO BCEX
oOpasuax (tabmuma 9, peakuus 28). [Ipu aTom ypoBens Tpanckpunimu OEIT-kapOokcHKUHA3b! ObLT
JIOCTAaTOYHO BBICOKMM HE3aBHCHMO OT MCTOYHHMKA a30Ta (JaHHBIC HE TMPHUBEACHBI). Y HEKOTOPHIX
Oakrepmii, Takux Kak Ralstonia eutropha, d¢epment ®EII-kapOoKkcHKHHA3a KaTaaH3HPYET
obpatnyto peakiuio (T.e. C3-kapbokcunuposanue) (Schobert, Bowien, 1984; Bramer, Steinbuchel,
2002).

Rba. capsulatus o0namaer OmotuH-comepikamieli mupyBaTkapOokcuiazoit (EC: 6.4.1.1)
(Modakt, Kelly, 1995), koropyto kommpyer ren pyc (RCAP_rcc01203), ero TpaHCKPHIITHI
NPUCYTCTBYIOT TIPH POCTE Ha arletaTe He3aBUCHMMO OT MCTOYHHKA a3ota (tabmwmia 9, peakius 30).
Takum oOpa3zom, Hamuuue Maiuk-pepmentoB, DEII-kapOokcuKuHAa3bl, a TaKkKe OHOTHH-
coaeprKaliei mupyBaTkapOOKCHIA3bl MO3BOJIIET yTBepkaaTh, uro myn IIIYK y Rba. capsulatus
MOKET BOCTIOJHATHCS ITyTeM KapOokcumupoBaHus C3-CoeTMHEHHIA.

Takum oOpa3om, koMmOuHamus peakuuid cuHTesa [IBK wu  C3-xkucmor ¢ ux
KapOOKcHIupoBaHUEM sBisieTcst myTteM BocmosnHeHuss L[TK wuHTepmenuaTtamu, YTO MOXET
NO3BOJIATH  KynbTypam Rba. capsulatus pactu ¢ wucnonp3oBaHWEeM arerata B KadecTBe
€MHCTBEHHOT'0 UCTOYHHKA YTJIEPOJIa, 1aXe KOTAa MIMOKCUJIATHBIN IIyHT HEe aKTHBEH.

Oopa3zoBanue yuc-akonurara u3 IIBK u amernn-KoA. [locinenoBarenbHOCTh peakuui,
CBsi3aHHass C Merabomu3MoM wuTakoHata (pcyHok 19, peakmmm 24,97-98, 99/100-102)
THIIOTETUYECKH, Moriia Obl ydacTBoBaTh B BocmonHenuu LITK wmHTepMenmaramu Ha ypoBe yuc-
akoHuTaTta. B HacTosmiee Bpems 3TOT MyTh paccMaTpUBAaeTCs KaK OCHOBHOW ISl aCCUMMIALIUU
urakonara (peakiuu 98-97 u 24 (Gray, Kornberg, 1960)) u ero cuntesa (peakuuu 99 (Steiger,
2013) wmm 102-100 (Geiser, et. al., 2016)). B Hem Bce peakuum, KpoMme OIHOH —
NeKapOOKCHIIMPOBAHUS YuC-aKOHUTATa/mpanc-akoHUTaTa A0 urakoHara (peakmus 99/100) — B
HACTOSAIIEE BpEeMs CUUTAIOTCS oOpaTuMbIiMU. Kak oTMeuanoch Bblllie, y HEKOTOPBIX KapOOKcHUIIna3
(mekapOokcunas) MpH OIMpeAeTCHHBIX YCIOBHIX HaIpaBICHUE PEaKIMU MOKET CMeHaThcs B
ctopony kapookcunupoBanus (Nuiry, Cook, 1985; Bricker et al., 2004). B ciyyae Bo3MOKHOCTH
NpOTEKaHUs peakiuu 99 B 00paTHOM HANpPABJICHUH 33 CYET TUIOTETHYCKOW 0OPAaTUMOCTH PEaKIINU

(w1 mpu CyIIecTBOBaHWU (pepMeHTa-aHTaroHUCTa) B 3ToM myTu u3 anerata u [IBK mormo 0w
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MIPOUCXOANTH 00pa3oBaHue yuc-akonutata — meradonura [[TK. O Bo3aMokHOCTH TIpeoOpa3oBaHUH
TpaHCH30Mepa UTaKOHATa B peakiuu 98 u fganee HeT JaHHBIX. B HacTosIee BpeMsi JOCTyITHO Majio
uHpopManuu 0 pepMeHTax, CIOCOOHBIX K MPEBPAIICHUIO0 UTAKOHATA, M 0XapaKTEPU30BAHbI OCIKU
u3 HeOompmoro umcna orpaHu3MoB (The UniProt Consortium, 2015). OpnnHako ecTh
SKCIIEPUMEHTANIbHBIE CTAaTbU, B KOTOPBIX peakUuu MpeoOpa3oBaHUs WTaKoHaTa B OaKTepuUsxX
UCCJIeIOBaHbl Ha YPOBHE aKTUBHOCTEH (pepMEHTOB.

YHUKaTbHBIMUA ISl THIOTETHYECKOTO MyTH OOpa30BaHMs yuc-aKOHUTATa SIBISIOTCS BCE
MIEPEYUCIICHHBIC BBIIIEC peakiuu, Kpome KoHaeHcanuu anetun-KoA u [1BK (peakius 24, tabnuina
8), kotopyto ocymiectsisier (S)-uutpamanui-KoA-nuaza (EC: 4.1.3.25) u peakuuu npeBparieHust
nTakoHuI-KoA B wWTakoHAT, KOTOpPYIO ocymiecTBisieT cykiumHui-KoA-cuureraza (EC: 6.2.1.4,
6.2.1.5, rten sucD, o-cyosemununa, RCAP rcc00721; u ren sucC, [-cyObenuHuna
RCAP_rcc00720).

[lepBast peakuus mnpeanonaraeMoro nyTH — KouaeHcamus anetwi-KoA wu [IBK,
katanusupyercst (S)-uutpamanuia-KoA-nmuaszoir (EC: 4.1.3.25; peakus 24). Ilpesparmienue (3S)-
mutpamaniii-KoA B wutakoHun-KoA (peakmus 97) katanusupyer ¢epMeHT uTtakoHuI-KoA-
ruaparasza (EC: 4.2.1.56). [lanee utakonun-KoA nop aeiictBuem cykuumHui-KoA:utakonat KoA-
tpaucdepasbl (EC: 2.8.3.-) wm cykuunmin-KoA-cunrerassr (EC: 6.2.1.4, 6.2.1.5) npeBpainaetcs B
utakoHat (peakuus 98). Hanee yuc-akonutarnekapbokcmnasza (EC: 4.1.1.6, peakus 99), koTopas
TUIOTETUYECKH  MOryia  Obl  KaTaau3upoBaTh  OOpaTHYIO  pEaklHi0,  OCYIIECTBISET
KapOOKCHITUPOBAHUE UTAKOHATA /IO YUC-aKOHUTATA.

W3BecTHO, uTO myprypHasi HecepHas Oakrepusi Rsp. rubrum we mposBisier croco6octu k
UCIIOIB30BaHUI0 MTAKOHATa B KadyeCTBE €IMHCTEHHOro McrouHuka yriepoma (Berg et al., 2002).
[To3:xe mokaszaHo, 4To 10OaBIEHUE UTAKOHATA K IEJIBIM KJIETKAM alleTaHbIX POTOTPOPHBIX KYJIbTYP
Rba. sphaeroides (®dumatoBa, 2005) oka3siBaecT HHIHOHMpYIOLIEE JSHCTBHE HAa CKOPOCTH
notpebieHus arnerata/mpornuonara. Hamo oTMeTuTh, 4TO 3TO HHTHOMpYIOIee IeHCTBHE HE CBSI3aHO
C TIOJaBJICHUEM HM30IMTPAT/IHA3bl (MTAKOHAT CUUTACTCS MHTHOMTOpPOM u3oiuTparinassl (Rao and
McFadden, 1965; Williams et al., 1971) u ucmons3yercss B 3TOM Ka4deCTBE MPH HCCIICIOBAHUH
TJIMOKCUIIATHOTO IIYHTA), TaK Kak T'eH 3Toro gepmenTa y 6akrepuit Rsp. rubrum u Rba. sphaeroides
OTCYTCTBYET.

B renome Rba. capsulatus oTcyTCTBYIOT BCE H3BECTHBIC B HACTOSIICE BpPEMsI TCHBI
YHUKaIbHBIX (EPMEHTOB 3TOr0 MyTH. ['eHbl (EepPMEHTOB, OCYIIECTBISIOMHUX peakuuio 102
(axonuratuzomepaza (EC: 5.3.3.7)) u peakuuro 101 (TpaHc-akoHUTaTAeKapOOKCHIIa3a), TaKKe

OTCYTCTBYIOT B TEHOME UCCIIEyeMO OaKTEpHH.
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Taxkum 00pa3om, B pe3ysIbTaTe MPOBEACHHBIX UCCICIOBAHNN BBISICHEHBI ITyTH BOCIIOTHEHUS
nyna IIIYK B IITK, umeromnie reHetuueckuii moteniman y Rba. capsulatus, u onpezaeneHo, kakue

U3 HUX JKCIPECCUPYIOTCS 3TOH OakTepueil B GoTorerepoTpodHBIX YCIOBUSAX C HUCIOIB30BAHUEM

arerara (pucyHok 21).
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Pucynoxk 21. ITytu Bocnionnenus nmyia YK B LITK, umeroniue reneTnueckuii moTeHIHan
y Rba. capsulatus u ux skcmpeccus B poTorerepoTpodHbIX YCIOBHAX C UCIIOIB30BAHUEM alleTaTa.
ITynktupoM 00O3HAYEHBl peEakiMy, HE AaKTHBHbIe Ha ypoBHe TpaHckpuntoB. IITK (1-13);
rimmokcunatHeii kit (1-3, 14, 15 unmm 25-26, 11-13); gacte peakuuii strimanonui-KoA mytu
(16-24, 15 mmm 25-26). Ilyte oOpa3oBaHus TIHOKCHIAaTa C ydacTheM PyOHCKO B KadecTBe
OKCHUTEeHa3Hl ( W ). [Tytn, B koTopsix npormonmi-KoA npespamaercs B LIIYK —
meTuamanoHui-KoA myte (27-29, 10-13), yacte peakuuii MetwiuTpaTHbioro mukma (30-33).
[Tyt obpazoanus [1BK u3 sx3orennoro anerara (34 u 35, 35a); myte uTHepa—/lynoposa (48-53)
B COUYCTAHUU C PEAKITUSIMHU , 57-59 n 66-68; myte DMOnena—Metieproda—Ilapuaca (54-56,

, 57-59) B coueranuu ¢ peaxiusivmu 66-68; ki KansBuna—bencona ( ) B COYCTaHUH C
peakmusmu 57-59 m 66-68. Ananeporudeckue kapOokcumasbl: 66-68.
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3AKJIFOYEHUE

B xonme mpoaenanHoil paboThl ObUIM OMpEesieHbl OCHOBHBIC MPHUYMHBI CYIIECTBOBABIIUX
pasHoOrIacuii B OTHOIICHWH HCIIOJIb30BaHUS IypIypHOH HecepHoil Oakrepueir Rba. capsulatus
[JIMOKCUJIATHOTO LMKJIA NpU (QOTOreTepoTpo)HOM pOCTE Ha Cpele C aleTaToM B KadyecTBe
€MHCTBEHHOTO MCTOYHHMKA yriepoaa. OHU 3aKII0YaloTCs, BO-TIEPBHIX, B BBHICOKOW JaOUIBHOCTU
KItoyeBoro ¢epmeHta rMokcuiatHoro unwukna, MWIJI, kotopas OTJINYAETCS BBICOKOM
YyBCTBUTEJIBHOCTBIO K MPOTE€a3aM U MOJBEPKEHA JAECTPYKTHBHBIM IMPOLECCAM B OKUCIUTEIbHBIX
ycioBusix. Bo-BTopeix, B 3aBucumoctu HWIIJI akTBHOCTH OT (DU3HOIOTHYECKOTO COCTOSIHHS
KyJbTYpbl B IIPOLIECCE POCTA Ha aleTare. B-TpeTbux, BO3MOKHOCTBIO pOCTa JaHHOW OakTepuu 0e3
[IMOKCWJIATHOIO  [MKJIAa 32 CYET  HCHOJB30BAHMMS  JPYrHUX AHAIJIEPOTUYECKHUX
MOCJIEI0BATEIBbHOCTEHN, KOTOpBIE 1M03BOJIA0T nonoiHATh my LIIYK B LITK npu pocte Ha auerare.

YcraHoBieHo, uTo HHOKYJIAT Rba. capsulatus, Beipociinmii Ha cpeze ¢ akraroM, He o0agan
HIJI akTMBHOCTBIO, @ TPU MACCAXKE KIETOK Ha cpeny ¢ aueraroMm — UIIJI akTMBHOCTH 3aBUCHUT OT
¢a3 pocta KyJIbTypsI (PUCYHOK 13).

O6napy»xeno, uto MIJI akTMBHOCTH B aneTaTHbIX KynabTypax Rba. capsulatus 3aBucemna ot
BpPEMEHH MPeObIBAaHUSI HHOKYJISITA B CTAIIMOHAPHOHN (a3e. MakcuManbHasi akTUBHOCTD BBISBIISUIACH
B KYJBTYpe, €CJIM HHOKYJIAT JUIs €e ToceBa ObuT oToOpan B Havane (1-2 9) crarmuoHapHoU (asbl,
BBI3BAaHHOW wWcuepranueM Jakrara (pucyHok 14). C yBenuueHWeM BoO3pacTa HWHOKYJIATA,
MakcuManbHoe 3HaueHue MIJI aktuBHOCTH (M3MepeHHOE B Hauaje CTalMoHapHOW (as3bl pocrta
OTIBITHOM KYJBTYPBHI) CHMKAJIOCh, U €CIIM MHOKYJIAT HaXOAWJICS B CTallMOHApHOH ¢aze Ooiee 5
yacoB, UIIJI akTHBHOCTB B ONIBITHOM KYJIbTypE HE OOHApYKUBAJIACh.

B pesynbrare mpoBeneHHOro MoWcKa HHQOPMAIMK O IOCIEIOBATEILHOCTAX pPEaKIHii,
MO3BOJIAIOMINX MOMONHATH Myn uHTepMeanatoB L[TK, 6pun uaentudunupoBansl myTH, KOTOpbIE
paHee He paccMaTpUBAIMCh IpH  HM3y4YeHHH MeTabonu3Ma  anerara.  BbIsBICHHbIC
MIOCJIEIOBATEIBHOCTA ~ pEaKkiuii ObUTM OOBEIMHEHBI B OONIYI0 METAa0OJHMUYECKYI0 CXEMY,
MIPEICTaBICHHYIO Ha pucyHke 19.

AHanu3z ® cucTeMaTH3alus coOpaHHOM uHGOpManmuu TO3BOIWIM  pa3paboTarh
KJaccu(UKaUo BceX HaieHHBIX myTedl. B cooTBercTBHM C 3TOH Kiaccuukanued, MyTu
1oJipa3/iesieHbl Ha YEThIPE OCHOBHBIE IPYIIIBI 10 00pa3yeMOMy B HUX METa0OJUTY, Yepe3 KOTOPBIN
npoucxoaut oopazosanue LIIYK wmm 3BenbeB LI TK, npenmectyromux H[YK.

- (I), c oOpa3oBaHHeM IrIHOKCHTIATA.

- (I), ¢ oOpazoBaHKeM TITHOKCHIAaTa U MPOMUOHMI-KOA.

- (1), c obpazoBanueM TOIBKO MpOoNUOHMI-KOA.

- (IV), c o6pazoBanuem [IBK/DEII.
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VcTaHOBJICHBI MyTH, MMEIOLIME MOTEeHIMan Juisl (QyHKIuoHupoBaHus B Rba. capsulatus.
Hcnonp3ys naHHble 00 3KCIPECCUOHHBIX MPOGUISIX (POTOTPOGHBIX alleTaTHBIX KYJIbTYp OaKTepHH,
IIOKa3aHO, KAaKWE M3 3TUX MyTeH aKTUBHBI Ha TPAHCKPUILMOHHOM ypoBHe. IlomyueHHble

pe3ybTaThl CYMMHUPOBAHKI B Ta0mie 12.

Taéumma 12. Bo3mosxubie mytu Bocnioianenus myna LHIYK B IITK y Rba. capsulatus B10.

Ne | HlenTpajbHbIii yTH Hanunune renoB | TpanckpunTsl
MeTa00JIuT Ir¢HOB
| I'muoxcuar ['muokcumaTHBIA LUK + +
[Iyte ¢ yuactmem PyOucko B | + +
KauyecTBE OKCUT€Ha3bI
I I'muokcunar MerunacnapTaTHbIi Ty Th - -
+IPONUOHUII-
KoA [{uTpamanaTHbIH My Th +/- +/-
Orunmanonn-KoA nyTte + +
Il | ITpormmonmn-KoA | Yacts peakiuii 3- | +/- -
TUJIPOKCUIIPONTMOHATHOTO My TH
IV | [IBK/®EIT O6pa3zoBaHue I[1BK u3 | + -
sk3oreHHoro amnerata u CO; c
y4acTueM
MUPYBaT:OKCUAOPETYKTa3bI
O6pa3zoBanue [IBK u3 | + -
sk3oreHHoro amnerata u CO; c
y4acTueM obOpaTtumon
dbopMHuaTAETUIPOTEHA3HI u
oOpaTumon ¢dopmmuar-C-
aneTITpaHcepasbl
Oo6pazoBanne O@EII/TIBK 3a | + -
CYeT 3amacHbIX YIJIEBOJIOB B
nyTsx OHTHepa—/lynopoBa u
Ombena—Metieproda—
ITapnaca
Ob6pazoBanne @EIIVIIBK wu3 | + +
MHTEPMEINATOB IIUKJTA
KaneBuna—bencona
JanbHelimee npeodpazoBanue HeHTPAIbHbIX MeTa00uTOB B IIIYK 1 npexmecreenHukn
YK
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Ne | [lenTpanbHbIi IyTs Hanu4yue renos | Tpanckpunrsl

MeTa00JuT T'eHOB
| TIAOKCHWIaTa B | C y4aCTHEM MallaTCUHTAa3 + +
manat
v nomouipio | + +

MOCJIEOBATEIBHOTO  ICCTBHS
manmi-KoA/(S)-iurpamani-
KoA-muazert u  (3S)-mamumi-
KoA-tnoscrepassl

Il | npeoOpa3oBanue | c OMOUIbIO | + +
[IBK/®EIl  po | nupyBaTkapOOKCHIIa3bl

Majara, @EII-xapOoKCHKHHA3HI + +

bymapara  wim
HIYK

@OEIT-kapbokcunasbl - -

MaHK-pepMeHTa + +
nyTh oOpa3zoBaHusa ¢ymapara | - -
u3 [IBK
obpazoBanme w3 IIBK wu |- -
anetuin-KoA yuc-akonurara

Il | npomnonun-KoA | Metunmanonnn-KoA nyts + -

MeTtuiuTpaTHbIN TUKIT + -

IlyTe OKHMCIEHUS NPONUOHWI- | - -
KoA uepe3 nakrar no [IBK

HeobxonuMo oO6paTuTh BHUMaHKE, YTO B OTHOIIECHUH IIUTPAMAallaTHOTO LMKJIA HAlll aHAJIN3
HE TTO3BOJIWJI IPUIATHU K ONPEACICHHOMY 3aKJIFOUEHHIO, YTO CBSI3aHO C HEIOCTATKOM MH(OpMAIHH O
CTPYKTYype psijia TCHOB, IPOAYKTHI KOTOPBIX BOBJICYCHBI B 3TOT IIHKIL.

OtnensHOrOo paccMmotpenus TpeOyer Bimsaue Ha MIJI akTBHOCTH B (OTOTPOGHBIX
areraTHeIX KynbTypax Rba. capsulatus B10 cmensr pocroBoro cybcrpara. M3sectHo, uto C4-
KHUCTIOTHI, TaKWE KaK MallaT U CyKIuHAT, moAaBisstoT VIJI akTuBHOCTH mpu 10OaBICHUH B Cpedy K
alleTaTHBIM KyJIbTYypaM IypHOypHbIX HecepHbix Oakrepuit (Blasco, 1991; Kornberg, Lascelles,
1960). Hamu mnpomemoHcTpupoBano, uto C3-coemuHeHue, Meraboimsupytomeecs depe3 [IBK
(;maxrat) He okasbiBaeT Ha MIIJI momoOGHOTO nMeicTBUSI, HAIPOTUB, MPOUCXOIUT AKTHBHBIN CHUHTE3
depmenta (pucyHok 18). OrcyrcrBue cHmkeHuss UIJI akTHBHOCTH B MPUCYTCTBUU JIAaKTaTa MOKET
OOBSACHSATHCS:

a) obpaszoBanuem u3 [I1BK 3a cuer mupyBatmeruaporeHassl Wil MUPYBaT:OKCUAOPETYKTA3bI
anetwii-KoA, KoTopslil 1anee BCTynaeT B Peakiuy INIMOKCUIIATHOTO UKJIA. OIHAKO TPAHCKPUIITHI

HHPYBAT:OKCUIOPEAYKTa3bl OTCYTCTBOBAJIM B TIIOJIOBUHE 00pa3unoB KyiabTyp Rba. capsulatus
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(tabmumna 9, peakims 62), a OTCYTCTBHE AKTHBHOCTH MHPYBATICTHAPOreHAa3bl B «alETATHBIX»
dorotpodubix KyabTypax Rba. capsulatus B10, mnposBisiommx akTUBHOCTh (HEepMEHTOB
[JIMOKCUJIATHOTO IIIYHTA, MOATBEpXkAeHO sKkcnepuMenTanbHo (Willison, 1988).

0) cCOBMECTHBIM (YHKIIMOHHPOBAHUEM IIPU POCTE Ha alleTaTe INIMOKCHIIATHOTO UIYHTA U
nyTeit cuaTe3a [I1BK u/unu myTteit ero npespamienus B C4-KUCIOTHI.

B aneratabix potorpodHbIX KyiapTypax Rba. capsulatus Ha TpaHCKpUMIIMOHHOM ypOBHE U3
nytei cunteza [IBK, umeronmx reHeTHueckuil MOTEHIMAN B HCCIEAyeMOW OaKTepHH, aKTHBHBI
TONBKO TeHbl Lukia KanbBuHa-beHCOHa COBMECTHO C TeHaMu (EepPMEHTOB 4acTH
TJIUKOJIMTUYECKOTO myTH (Tadmuier 10 u 11).

N3 nyreir npespamenus [IBK B C4-xucnoter I[TK npucyTCTBYIOT TpaHCKPHUMTHI
MUpPYyBaTKapOOKCHUIIA3bl, JIBYX MaluK-(epMEHTOB, a TakKe NMUpyBaTKWHA3bl coBMecTHO ¢ DEII-
KapOOKCHKMHA30i. Hamuune akTMBHOCTH MUPYBAaTKapOOKCUIIa3hl B OKCTPAKTaX alleTaTHBIX KYJIbTyp
Rba. capsulatus nmpogemoncTpupoBano skcnepumerTaibio (Willison, 1988).

OTMeuHO, 4TO MpHU MEPEX0Je C pocTa Ha cyOcTparax, sBistonuxcs narepmenuaramu L[ TK,
Ha POCT Ha aleTraTe B KayecTBE €JUHCTBHHOIO MCTOYHHKA Yriepoja, HaOMIOJaeTCs JUIUTEIbHBIN
nar-iepuoz (Nielsen et al., 1979a). [TomoGHOro Nar-nepuosa HET MpH HepeHoce KyibTyphl Rba.
capsulatus B10, BeIpaleHHOM Ha cpenie ¢ JaKTaTOM, Ha aleTaTHy cpeay (pucyHok 13), durto
MOJKET CBUJETENLCTBOBATh O PEANbHOM BKIIAJIe BCEX OOHAPYKEHHBIX aHAIUIEPOTUYECKUX MyTed B
BocriosiHeHnu myna HIYK B LTK, uro mo3Bomsier naHHOM OakTepuu pacTd Ha anerare 0e3
[JIMOKCUJIATHOTO IIyHTA.

[Mony4enHble pe3ysbTaThl yKa3biBaloT Ha Hanumuue y Rba. capsulatus meckonbkux myTei,
CITOCOOHBIX OCYIIECTBJIATh BKjiaa B momnosHeHne myna YK (tabmuma 12), yto mo3BosseT
o0bsicauTh pocT Rba. capsulatus ma amerare B orcyrctBue aktuBHOCTH WMIIJI. OmHOBpeMeHHOE
NPUCYTCTBUE B KyJIbTypaX TPAHCKPUITOB TI'€HOB HECKOJIBKUX IMyTEH MOXKHO OOBSICHHUTH IIO-
pazHoOMYy.

Bo-1niepBbIX, aKTUBHOCTh F'€HOB HAa TPAHCKPUIILIMOHHOM YPOBHE MOYKET HE CONPOBOXKIAATHCS
CHUHTE30M OCJKOB WM, CHHTE3HPYSICh KOHCTUTYTHBHO, OHM MOTYT HAaXOJIUTCS B KJIETKE B
HEaKTUBHOM COCTOSSHUM (TIOJBEP)KEHbl AJNIOCTEPUYECKON pEryJsiiuM M aKTUBUPYIOTCS B
OTPEIETICHHBIX yCIOBHSIX).

Bo-BTOpBIX, MPUCYTCTBHE HECKOIBKUX IMyTEH, CMOCOOHBIX K cuHTEe3y C4-mukapOOHOBBIX
KHUCIIOT, MOXET OOBACHATHCA WX JOMOJHUTEIbHBIMU  (DYHKUIUAMH, CIIOCOOCTBYIOIIUMU
ontuMaibHOMY pocty Ha C2-cybOcTpate. B 3TOM cilydae IIMOKCHIIATHBINA IIUKIT SABISIETCS OCHOBHBIM
nyteM BocnionHeHus myna H[YK, nukn Kanssuna-bencona Moxker cnocoOCTBOBaTh MOAAEPKAHUIO

OKHCJINTEILHO-BOCCTAHOBUTEILHOIO OajaHca U CHUIXKATh OTTOK HHTEpMCINATOB HTK Ha CHHTCE3
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yIJIEBOAOB. DTUIMAIOHWI-KOA 1UKIT SIBISETCS ICTOYHUKOM MPONHOHMI-KOA — OCHOBHOTO 3BE€HA
IpU CUHTE3€ OPIKUCIIOT C HEUETHBIM YHCIIOM YIJIEpOAHBIX aToMoB. IlyTh cuMHTE3a rimokcuiaaTa ¢
ydacTueM PyOHCKO B poiid OKCHZIa3bl MOXET ObITh BakK€H B KPAaTKOBPEMEHHBIX a3pOOHBIX
YCIIOBHSIX, CHIDKAsl KOJIMYECTBO KUCIIOPOA B CpeJie 10 yPOBHEH, HE MHTHMOUPYIONINX (POTOCHHTES.

OnHoBpeMeHHOE (YHKIMOHMPOBAHUE JIByX U Oosiee METa0OIMUYECKUX ITyTed, B KOTOPBIX
MOXET TPOUCXOAUTh OOpa3oBaHME MeTaboNUTOB, HeoOXoauMbIX ais BocmoiaHeHus LTK B
ycnoBusx pocta Ha C2 yriepoaHbIX cyOcTparax, Bce yalle oOHapy>KUBAeTCs y pa3lU4HbIX BUIOB
OaKTepHii, OTHOCSIINXCA K pa3HOOOpa3HbIM CHCTEMaTHYeCKUM rpymnmnaM. Hampumep, coBMecTHOE
(GYHKIMOHUPOBAaHUE 3-TUAPOKCHIIPONTMOHATHOTO IUKiIa (aBTOoTpodHOrO Myt (ukcarmun CO2) u
TIMOKCHJIATHOTO IIyHTa B 3eJIeH0# Hecephoi 6aktepuu Cfl. aurantiacus mpu ¢ororodroM pocte
Ha cpene ¢ amerarom (Zarzycki, Fuchs G., 2011), no-BuauMomy, OOBACHSETCS TE€M, YTO MEPBbIA
HeoOXxonuM s oOpaszoBaHus nponuoHmI-KoA, a Bropoil — mnst obpazoBanus C4-KuCIOT mylna
LTK. Kpome Toro, pukcanus CO, B peakusix 3-rHAPOKCUIPONMOHATHOTO [IUKJIA MOXKET CIIYKHUTh
JUI IOJI€P’KaHUS OKUCIIUTEIIbHO-BOCCTAHUBUTEIBHOTO OanaHca KIETKH.

V mypnypHoii HacepHoit Oaktepun Rps. palustris, ucmosbp3yromiell TiIMOKCUIATHBIN [IUKIT
KaK OCHOBHOM ITyTh BocnosiHeHus nyia HU[YK u cuntesupyrouieil usouurparinazy KOHCTUTYTUBHO,
OJTHOBPEMECHHO (PYHKIIMOHUPYIOT TIIMOKCHIATHBIN 1Mk U 1ukin KaneBuHa-bencona (McKinlay,
Harwood, 2010). Poap mnociaemHero B 93THX YCJIOBHAX, BEPOSTHEE BCEro, 3aKI0YaeTcs B
HOJ/IeP’)KaHUHM OKHCIUTEIbHO-BOCCTAHOBUTENIBHOIO OanaHca KJIETKH M B CHHTE3€ YIJIE€BOJOB, YTO
cHkaeT oTTok 3BeHbeB 1[TK Ha T nenmu.

HenaBHO ¢ MOMOIIBIO TPOTEOMHOTO aHaM3a ObLIO MPOAEMOHCTPHPOBAHO OJHOBPEMEHHOE
(GyHKIIMOHUPOBAHUE JBYX MyTEH, CTOCOOHBIX BHOCUTH BKJIJl B CHHTE3 mpeamecTBeHHUKOB LI[VK B
LTK B aneraTHbix (HoTOTpodHBIX KyIbTypax MypIypHO#l HecepHO# Oakrepun Rsp. rubrum, B
KOTOPBIX MPUCYTCTBOBAIHN BCE ONKU dTHAMaANOHUI-KOA myTH u nmupyBaTcuHTa3a (OCYIIECTBIISIET
obpaTumyro peakiuio oopasoBanus [1BK u3 anermin-KoA u CO;) (Leroy et al., 2015).

be3yciioBHO, OakTepun TEOPETUYECKU CIOCOOHBI K 00pa30BaHHMIO OCHOBHBIX METa0OJUTOB
JUI TIOCTPOEHHS KOMIIOHEHTOB KJIETOK pPACTyLed KyJbTypbhl B OAHOM NyTH. OJIHAKO Haindue
JIOTIOTHUTEIBHBIX TyTEH TMO3BOJIsET OoJiee TOHKO peryJiupoBaTh MeTabonu3M OakTepuu B
COOTBETCTBUH C M3MEHSIOIIUMHUCS yCIOBHAMHU POCTa M (PU3UOIIOTUIECKAM COCTOSIHUEM KYJBTYPHI,
YTO, B KOHEUHOM CYETEe, MOXKET J1aBaThb MUKPOOPraHW3MaM IPEUMYLIECTBO NPH KOHKYPEHIMH B
€CTECTBEHHBIX KOHCOPLIMYMax, MOBBbIMIAsS HMX CKOPOCTh pocTa. Heo6Xoammo OTMETHTh, HTO,
HECMOTps Ha pa3Hoe (YHKIMOHAJIbHOE 3HAUCHHHE MyTeH, B KOTOPBIX MOTYT 00pa3oBbiBaThCsi C4-
KHUCJIOTBI U KOTOPbIE OJJHOBPEMEHHO aKTUBHBI B KJIETKE, KOTJa IIIMOKCUJIATHBIA MyTh HE aKTHBEH,

AHAIJICPOTHYCCKAsA (b}IHKHI/IH MOXKET ABJIATCA AJIA HUX OCHOBHOM.
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Takum o0Opa3zom, cTpareruss KIETKHM B YCJIOBUSX pOCTa Ha aleraTe ¢ TOYKH 3pEHUs
yIIEpOJHOTO METa00IU3Ma:

1) aktuBupoBath myTu BocmosHeHus myna YK, utobsr komnencupoBats 3arparsl [[TK
U3-32 OTTOKAa MHTEPMEIUATOB HA OMOCUHTETUUECKUE HY Kbl

2) cHm3uth Harpy3ky Ha L[TK 3a cyer akTMBammuM JONONHHUTENBHBIX albTEPHATHUBHBIX
nmyTel, HalpaBJIEHHbIX HA CUHTE3 U3 JIByXYyIJIEPOJHOIO aleTara He0OXOJUMbIX OMOCHHTETUYECKHX

3BCHBCB.

105



BbIBO/IbI

1) OOHapyKeHO, YTO KIIOYEBOM (EepMEHT TIMOKCUIATHOIO IyTH, HM30LUTpATINa3a,
MOJBEpracTCs MpOTeONM3y Ipu paspylieHud kierok Rba. capsulatus. OtpaGotan wmeron
CTa0WIIM3alMU M30IHUTPATINA3bl B OCCKIETOYHBIX AIKCTPAKTaX C OJHOBPEMEHHBIM J00aBICHHEM
JUTHOTPEUTONIa U UHTUOUTOPOB MPOTEA3.

2) BriepBble 1moka3zaHo, 4YTO aKTHBHOCTh M30LIMTPATINA3kl B KynbTypax Rba. capsulatus
3aBUCUT HE TOJBKO OT HCHOJIB3YyEeMOro cyOcTpara, HO U OT (ha3bl pocTa KyJbTYypbl, a TaKXe OT
BpEMEHHU TNpeObIBaHMsS WHOKYJATAa B CTAllMOHApHOW (hase pocra mepea IMEepeceBOM Ha cpeny ¢
aleTaToM M BUjaa cyOcTpara, Ha KOTOPOM POC MHOKYJIST.

3) Ha ocnHoBe mnpoanamusupoBanHoi wuHpopmaruu 6a3el gaHHbix KEGG (pa3zmenbr
Pathway u Compounds) 00 H3BECTHBIX OHOXHMHUYECKHX PEAKIHAX C TOUKU 3PCHUS MX Y4acTHUs B
oOpazoBanun wuHTepMenuatoB LITK ckoHcTpympoBana cxema IyTeld BOCHOJHEHHUS IIyJsa
niaBeseBOyKkCycHou kucnotsl B LITK y npokapuor.

4) C momoreto 6a3 manaeix KEGG Organisms: Complete Genomes u Uniprot, a takke
anmroputmoB Nucleotide BLAST u tBLASTN 6wutn onpesnenensl umMeroruecst 'y Rba. capsulatus
TeHbl, KOAUpYIoUe (epMEHTHI IyTel BOCIOIHEHHS MMyJja IiaBeleBOyKCycHOM kucnoTsl B L[TK:
[JIMOKCUJIATHOTO LIMKJIA, IyTH 00pa3zoBaHus nponuoHWI-KoA u riamokcuiara B sTuiMaioHniI-KoA
IyTH, NMyTH OOpa30BaHUs IJIMOKCWJIATa ¢ ydacTHeM PyOHCKO B KadyecTBE OKCHUI€Ha3bl, IyTH
o0Opa3oBaHusl MUpyBaTa C YydacTHeM OOpaTUMBIX QopMHaTAeruaporeassl u  ¢opmuar-C-
anerwitpancdepassl, MyTH 00pa3oBaHMs NHUpyBaTa 3a CYET MUPYBATCHHTA3bl, MyTH 0Opa3oBaHUs
nupyBata/DEIT u3 3anacHbIX yriieBooB (peakiuy TIUKOIN3a WK yTH JHTHEpa-/y1oposa), myTu
obpaszoBanusi mupyBata/DEIl 3a cyer uHTepMenuatoB nukia KanpBuHA; Ui TpEeBpAICHUS
nupyBata/PEIl umerorcss rensl C3-kapOOKCHIMpYHOMUX (epMEHTOB (IMUpyBaTKapOOKCUIIasa,
OEIl-kapOoKCHKHMHA3a, /Ba Te€Ha JeKapOOKCHIMPYIOMMUX MaluK-(hepMeHTa), A oOpa3oBaHUs
untepMenuaroB L[TK wu3 nponumonunn-KoA wumerorcst rensl MetunmanoHwi-KoA nytu u
METHJILMTPATHOIO LMKJIA, I [peoOpa3oBaHUs TIJMOKCHIAaTa B MajaT MMEIOTCS TEHbl JBYX
pa3IMYHBIX MyTel (IBa reHa ManaTcHHTa3 W MyTh ¢ yyactieM Manui-KoA/(S)-untpamanun-KoA-
a3l B couetanuu ¢ (3S)-manmin-KoA-truoscrepassi).

5) Ucnons3yst 6a3y nmanabix NCBI  Gene Expression Omnibus, coaepkarryto
9KCHEPUMEHTAJIbHbIE JIaHHBIE TPAHCKPUIITOMHBIX aHAJIM30B, MOKAa3aHO, 4TO NMpH (POTOTPO(PHOM
pocTe Ha cpelae C aumeraToM B aHadpoOHBIX ycioBusix y Rba. capsulatus cunTtesupyrorcs
TPAHCKPUIITBI BCEX TIEHOB TIJIMOKCWJIATHOTO IuKia, mukia KansBuHa-beHcoHa, mytH
npeoOpaszoBanus upysara/DEIT C3-kapOokcmmmpyromumu pepMeHTaMu, STUIMaIoHIIT-KoA myTh

U MyTU 00pa30BaHMsl IIMOKCHUIIaTa MpH ydacTuu PyOoucko B KauecTBE OKCUI€HA3bI.

106



CIIMCOK HCITOJIb30OBAHHOM JIUTEPATYPBI

10.

11.

12.

13.

14.

15.

Acatuanu B.C. (1969) ®epmenTHbie MeTo bl aHanu3a. M.: Hayxka. — 740 c.

Omnpenenurens Gakrepuit bepmku (1997) / Tlon. Pen. Ix. Xoynra, H. Kpura, I1. CHura,
Jx. Creiinu u C. Yunbsimca. U3n-Bo «Mup» B AByX TOMax.

Iemppangy M. C. (1998) KommbproTepHslii ananmu3 mnocienoBatenbHocTe JHK.
Monexkynspaas ouonorus. T. 32, Ne 1, c. 103-120.

['epxapar @. (1984) Metoasr obmieit 6akrepuonoruu. M.: Mup. T. 2, 472 c.

lororoB M.H. (1989) buorexHOIOTrMYEeCKHE OCHOBHI TMOJyYEHHsS BOJIOpPOAA 3a CUET
¢doToTpodHBIX MUKpOOpraHu3MoB. buorexnomnorus. 5(1). 7.

I'omomeicoBa A.H., UBano II.C. (2011) HccnemoBanue ana’dpoOHOrOo MeTaboan3Ma
6akrepuit Rhodobacter capsulatus ¢ momorbio moTokoBoi Moaenu / buodusuka, Tom 56,
BBIIL 1, c. 85-98.

l'opnenko B.M., Komnannesa E.UM., IlyukoBa H.H. (1985) Bnusnue temneparypbl Ha
pacripoctpaneHue GOTOTpOPHBIX OaKTEpHl B TEPMaJbHBIX MCTOYHHUKAX. MHUKPOOHUOIOTHSI.
54. 5. 848-853.

Hemunos E.A., Ilensrek C.E. (2014) Ilporeomuka / BaBuioBCKuil KypHaad T€HETHKH H
cenexkunu, Tom 18, Ne 1.

KongpatseBa E. H., 'orotoB U. H. (1976) Mukpoopranu3mMbl — MPOAYLEHTH BOJIOPO/A.
N3B. AH CCCP. 1. Cep. 6uom. 1. 69.

Konmpareea E.H. (1989) ®ototpodubie Oakrepun Kak MOPOAYLEHTH MOJIHU-[-
runpokcudyTupata / E.H. Kornpareesa, E.H. Kpacunpaukosa // Ilpuknannas OHOXuUMHUS U
MUKpoOuonorus, 25, 6, 785-789 c.;

KonapateeBa E.H. (1989a) ®ototpodusie mukpoopranusmel / E.H. KonnparseBa, 1.B.
Maxkcumosa, B.J[. Camyunos - M: U3n-Bo MI'Y, - 376 c.

KongpareeBa E.H (19896) Crnoco6HOCTh (hoTOTpOopHBIX OakTepuii K XeMOAaBTOTPO(DHH.
ITon. pen. M.B. NBanoBa. Xemocunre3: k 100-neruto otkpeithss C.H. Bunorpaackum.
Hayxka, M., C. 139-147.

KonpparseBa E.H. (1996) ABrorpodHBIE mNpOoKapHoTH: YueOHOe mnocobue. Mockaa:
W3narenscreo MI'Y. C. 312.

[TarpymeBa E.B. (2007) Cunte3 6akTeproxiaopoduiuia a mypIypHO HecepHOU OakTepuei
Rhodobacter capsulatus / E.B. Tlatpymesa, A.C. ®enopos, B.B. Benepa, N.I. Munkesuy,
A.A. Lprasxos // Ipuknannas Ouoxumus u Mmukpoouomnorus. - T. 43. - Ne2. - C. 208-214.
[MerymkoBa E.II., IlpirankoB A.A. / OcHOBHbIC (aKTOphI, BIUSAIONME Ha

u3oNMTpaTIKa3Hyo aktuBHocTh Rhodobacter capsulatus B10 B dortorpodubix

107



16.

17.
18.

19.

20.

21.

22.

23.

24.
25.

26.

217.

28.

29.

ycnoBusix / Mukpobuonorus, 2011, Tom 80, Ne5, c. 606-611.

[TerymkoBa E.I1., [{pirankoB A.A. / Metabonu3m aneraTta mypIiypHOil HecepHOi OakTepuun
Rhodobacter capsulatus // BUOXUMM, 2017, Tom 82, Bemm. 5, ¢. 786 — 807.
Csepmiio E.JI. (2009) B3rnsg Ha xu3Hb yepe3 okHo reHoma. Mocksa. T. 1. — 592 c.
CeemaukoBa A.H., MBanoB I1.C. (2007) Dxcnpeccus T€HOB M MHUKPOUHIIBI: MPOOIEMBI
KOoJInM4ecTBeHHOro aHanu3a, Poc. Xum. XK., T.51, Ne3, C. 127-135.

TexyueBa JI.H., LlpmrankoB A.A. (2012) ComnpspkeHHble OHOJIOTUYECKHE CHCTEMBI
noiy4enus Boxopona (063op). Ilpuknannas Ouoxumust U MUKpoOuosorusi, Tom 48(4), c.
357-375.

®unaroBa JI.B. (2005) MexaHu3M acCUMIIAIIMKM alerata y MypPIypHBIX HECEPHBIX
OakTepuil, HE MMEIOIIUX TJIMOKCHJIATHOTO IMyHTa / JUCCEpTallMs Ha COMCKAaHUE YUYECHOMH
CTETICHH KaHIuaTa OMoIorndeckux Hayk, Mocksa. — 106 c.

pirankoB A.A., [TaBnoBa E.A., T'orotoB M.H. (1982) AKTHBHOCTH HEKOTOPHIX (hEPMEHTOB,
ydacTtBytomux B Mmetabonmmzme H2 y Rhodopseudomonas capsulata B 3aBucuMoctu OT
yCIIOBUH pocTa KyIbTyp. Mukpobuonorus. 51(2): 188-192.

HprankoB A.A., T'orotoB M.H. (1990) Ilomydyenue Ouomacchl IMypHmypHBIX HECEPHBIX
Oaxrepuii. [Ipuki. 6uox. u Mukpoouod. 26. 819-824.

[{prankoB A.A., XycuytauHoBa A.H. (2015) Yuactne H2 B merabonu3me mypIypHBIX
OakTepuil U MePCIEKTUBBI MPAKTUYECKOTO HCTIONb30BaHusl, Mukpobuonorus, 84, 3—26.
Uukos B.U. (1996) ®otonsixanue CopocoBckuii 00pa3oBaTenbHbIi xypHai, Nell, 2-8
Oneapac x., Yokep . (1986) ®orocuntes C3 u C4 pacTeHuid: MEXaHU3MBI U PETYJISIIHS.
— M.: Mup. — 590 c.

Abe H., Doi Y. (2002) Side-chain effect of second monomer units on crystalline
morphology, thermal properties, and enzymatic degradability for random copolyesters of
(R)-3-hydroxybutyric acid with (R)-3-hydroxyalkanoic acids. Biomacromolecules. 3, 133—
138.

Adman ET, Sieker LC, Jensen LH. (1973) Structure of a bacterial ferredoxin. J. Biol. Chem.
248:3987-96.

Alber B.E., Spanheimer R., Ebenau-Jehle C., Fuchs G. (2006) Study of an alternate
glyoxylate cycle for acetate assimilation by Rhodobacter sphaeroides. Mol Microbiol.
61(2):297-309.

Albers H. and Gottschalk G. (1976) Acetate metabolism in Rhodopseudomonas gelatinosa
and several other rhodospirillaceae. Arch Microbiol. 111:45-49.

108



30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.
41.

42.

43.

Allen J., Davey H.M., Broadhurst D., Heald J.K., Rowland J.J., Oliver S.G., Kell D.B.
(2003) High-throughput classification of yeast mutants for functional genomics using
metabolic footprinting. Nat Biotechnol. 21(6): 692-6.

Altschul, S.F., Madden, T.L., Schaffer, A.A., Zhang, J., Zhang, Z., Miller, W., and Lipman,
D.J. (1997) Gapped BLAST and PSI-BLAST: a new generation of protein database search
programs, Nucleic Acids Res., 25: 3389-3402.

Alwine JC, Kemp DJ, Stark GR. (1977) Method for detection of specific RNAs in agarose
gels by transfer to diazobenzyloxymethyl-paper and hybridization with DNA probes. Proc
Natl Acad Sci U S A. 74(12):5350-4.

Anderson L. (1967) C Photosynthesis in Rhodospirillum rubrum. 3. Metabolic control of
reductive pentose phosphate and tricarboxylic acid cycle enzymes / L. Anderson, R. Fuller //
Plant Physiol. 42(4): 497-502.

Anderson N.L., Anderson N.G. (1998). «Proteome and proteomics: new technologies, new
concepts, and new words». Electrophoresis 19 (11): 1853-61.

Andrews T.J., Whitney S.M. (2005) Manipulating ribulose  bisphosphate
carboxylase/oxygenase in the chloroplasts of higher plants. In: Collings AF, Critchley C
(eds) Artificial photosynthesis from basic biology to industrial application. Wiley-VCH,
Weinheim, pp 243-261.

Antranikian G., Herzberg C., and Gottschalk G. (1982) Characterization of ATP citrate
lyase from Chlorobium limicola. J Bacteriol 152: 1284-1287

Aon M.A., Cortassa S. (2015) Systems Biology of the Fluxome. Processes. 3 (3): 607-618.
Aoshima M., Ishii M. and Igarashi Y. (2004) A novel enzyme, citryl-KoA synthetase,
catalysing the first step of the citrate cleavage reaction in Hydrogenobacter thermophiles
TK-6. Mol Microbiol 52: 751-761.

Ashworth J.M., Kornberg H.L. (1963) Fine control of the glyoxylate cycle by allosteric
inhibition of isocitrate lyase. Biochim. Biophys. Acta 73:519-22.

Badger M.R., Price G.D. (1994) Annu Rev Plant Physiol Plant Mol. Biol. 45:369-392
Badger M.R., Price G.D. (2003) CO2 concentrating mechanisms in cyanobacteria:
molecular components, their diversity and evolution. J Exp Botany. 54:609-622.

Bahatyrova S., Frese R.N., Siebert C.A., Olsen J.D., van der Werf K.O., van Grondelle R.,
Niederman R.A., Bullough P.A., Otto C., Hunter C.N. (2004) The native architecture of a
photosynthetic membrane. Nature. 430: 1058-1062.

Bandell M., Ansanay V., Rachidi N., Dequin S., Lolkema J.S. (1997) Membrane potential-

generating malate (MleP) and Citrate (CitP) transporters of lactic acid bacteria are

109



44,

45.

46.

47.

48.

49.

50.

51

52.

53.

54,

55.

homologous proteins. Substrate specificity of the 2-hydroxycarboxylate transporter family.
J. Biol. Chem. 272: 18140-18146.

Barthelmes J., Ebeling C., Chang A., Schomburg I., Schomburg D. (2007) BRENDA,
AMENDA and FRENDA: the enzyme information system in 2007 // Nucleic Acids Res. 35,
Ne Database issue: D511-4.

Bassham J.A., Benson A.A. and Calvin M. (1950) The path of carbon in photosynthesis, J.
Biol. Chem. 185: 781-787.

Bentley R., Thiessen C.P. (1957). Biosynthesis of itaconic acid in Aspergillus terreus. I.
Tracer studies with C14-labeled substrates. J. Biol. Chem. 226: 673-687.

Berg I.A., Kockelkorn D., Buckel W. and Fuchs G. (2007) A 3-hydroxypropionate/4-
hydroxybutyrate autotrophic carbon dioxide assimilation pathway in archaea. Science. 318:
1782-1786.

Blasco R. (1991) Regulation of isocitrate lyase in Rhodobacter capsulatus E1F1. J.
Cardenas, F. Castillo // Curr. Microbiol. 22: 73-76.

Bologna F.P., Andreo C.S., and Drincovich M.F. (2007) Escherichia coli malic enzymes:
two isoforms with substantial differences in kinetic properties, metabolic regulation, and
structure, J. Bacteriol., 189: 5937-5946.

Boutet E., Lieberherr D., Tognolli M., Schneider M., Bairoch A. (2007) UniProtKB/Swiss-
Prot // Methods Mol Biol. 406: 89-112.

Bonacci W., Teng P.K., Afonso B., Niederholtmeyer H., Grob P., Silver P.A., Savage D.F.
(2012) Modularity of a carbon-fixing protein organelle. Proc Natl Acad Sci USA 109:478-
483.

Bork P., Dandekar T., Diaz-Lazcoz Y., Eisenhaber F., Huynen M., Yuan Y. (1998)
Predicting function: from genes to genomes and back. J. Mol. Biol. 283: 707-725;

Bowes G., Ogren W.L., Hagerman R.H. (1971) Phosphoglycolate production catalyzed by
ribulose diphosphate carboxylase. Biochem. Biophys. Res. Commun. 45:.716-722.

Bramer C.O. and Steinbuchel A. (2002) The malate dehydrogenase of Ralstonia eutropha
and functionality of the C3/C4 metabolism in a Tn5-induced mdh mutant. FEMS Microbiol.
Lett., 212: 159-164.

Bricker T.M., Zhang S., Laborde S.M., Mayer P.R., Frankel L.K. and Moroney J.V. (2004)
The malic enzyme is required for optimal photoautotrophic growth of Synechocystis sp.
strain PCC 6803 under continuous light but not under a diurnal light regimen. J. Bacteriol.,
186: 8144-8148.

110



56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

Brock M., Maerker C., Schutz A., Volker U., and Buckel W. (2002) Oxidation of propionate
to pyruvate in Escherichia coli. Involvement of methylcitrate dehydratase and aconitase. Eur
J. Biochem. 269(24): 6184-6194.

Brune D.C., (1995). Sulfur compounds as photosynthetic electron donors. In: Blankenship,
R. E., Madigan, M. T., and Bauer, C. E. (eds). Anoxygenic photosynthetic bacteria. Kluwer
Academic Publishers, Dordrecht, pp. 885-914.

Bryant D.A., Costas A.M., Maresca J.A., Chew A.G., Klatt C.G., Bateson M.M., Tallon
L.J., Hostetler J., Nelson W.C., Heidelberg J.F., and Ward D.M. (2007). Candidatus
Chloracidobacteriumthermophilum: an aerobicphototrophic Acidobacterium. Science. 317:
523-526.

Buchanan B.B., Arnon D.l. (1970) Ferredoxins: chemistry and function in photosynthesis,
nitrogen fixation, and fermentative metabolism. Adv. Enzymol. Relat. Areas Mol. Biol.
33:119-76.

Bumgarner R., (2013) Overview of DNA microarrays: types, applications, and their future.
Curr Protoc Mol Biol. Chapter 22:Unit 22.1. doi: 10.1002/0471142727.mb2201s101.

Calvin M. and Benson A.A. (1948) The path of carbon in photosynthesis. Science. 107: 476-
480.

Campbell B.J., Stein J.L. and Cary S.C. (2003) Evidence of chemolithoautotrophy in the
bacterial community associated with Alvinella pompejana, a hydrothermal vent polychaete.
Appl Environ Microbiol. 69: 5070-5078.

Cascante M., Marin S., (2008) Metabolomics and fluxomics approaches. Essays In
Biochemistry. 45: 67-82.

Chen J.H., Gibson J.L., McCue L.A. and Tabita F.R. (1991) Identification, expression, and
deduced primary structure of transketolase and other enzymes encoded within the form II
CO2 fixation operon of Rhodobacter sphaeroides. J. Biol. Chem. 266:20447-20452.

Chen R.D., Gadal P. (1990) Structure, function and regulation of NAD and NADP
dependent isocitrate dehydrogenase in higher plants and in other organisms. Plant Physiol.
Biochem. 28:411-27.

Chin A.M., Feldheim D.A., Saier M.H. Jr. (1989) Altered transcriptional patterns affecting
several metabolic pathways in strains of Salmonella typhimurium which overexpress the
fructose region. J. Bacteriol. 171:2424-34.

Clayton R.K. (1966) Spectroscopic analysis of bacteriochlorophylls in vitro and in vivo.
Photochem. Photobiol. 5: 669-677.

111



68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

Cogdell R. J., Isaacs N. W., Howard T. D., Mcluskey K., Fraser N. J., Prince S. M. (1999)
How photosynthetic bacteria harvest solar energy. J. Bacteriol. 181: 3869-3879.

Cogdell R.J., Roszak A.W. (2014) Structural biology: The purple heart of photosynthesis.
Nature. 508(7495): 196—197.

Conrad R. and Schlegel H.G, (1974) Different pathways for fructose and glucose utilization
in Rhodopseudomonas capsulata and demonstration of 1-phosphofructokinase in
phototrophic bacteria. Biochim. Biophys. Acta 358: 221-225.

Cozzone A.J., (1998) Regulation of acetate metabolism by protein phosphorylation in
Enteric bacteria. Annu. Rev. Microbiol. 52:127-64.

Dangel A. W., Gibson J. L., Janssen A. P. and Tabita F. R. (2005) Residues that influence in
vivo and in vitro CbbR function in Rhodobacter sphaeroides and identification of a specific
region critical for co-inducer recognition. Mol. Microbiol. 57:1397-1414.

Dey S., North J.A., Sriram J., Evans B.S., Tabita F.R. (2015) In Vivo Studies in
Rhodospirillum rubrum Indicate That Ribulose-1,5-bisphosphate Carboxylase/Oxygenase
(Rubisco) Catalyzes Two Obligatorily Required and Physiologically Significant Reactions
for Distinct Carbon and Sulfur Metabolic Pathways. J Biol Chem. 290(52):30658-68.

Dixon G.H., Kornberg H.L. (1959) Assay methods for key enzymes of glyoxylate cycle.
Biochem. J. 72(1):3.

Drevland R.M., Waheed A., Graham D.E. (2007) Enzymology and evolution of the pyruvate
pathway to 2-oxobutyrate in Methanocaldococcus jannaschii. J. Bacteriol. 189:4391-4400.
Driscoll B., Lunceford C., Lin S., Woronowicz K., Niederman R.A. and Woodbury N.W.
(2014) Energy transfer properties of Rhodobacter sphaeroides chromatophores during
adaptation to low light intensity. Phys. Chem. Chem. Phys. 16:17133.

Du S., Bird T.H. and Bauer C.E. (1998) DNA binding characteristics of RegA*. A
constitutively active anaerobic activator of photosynthesis gene expression in Rhodobacter
capsulatus. J. Biol. Chem. 273:18509-18513.

Dubbs P., Dubbs J.M. and Tabita F.R. (2004) Effector-mediated interaction of CbbRI and
CbbRI1 regulators with target sequences in Rhodobacter capsulatus. J. Bacteriol. 186:8026—
8035.

Dubbs J.M. and Tabita F.R. (2004) Regulators of nonsulfur purple phototrophic bacteria and
the interactive control of CO, assimilation, nitrogen fixation, hydrogen metabolism and
energy generation. FEMS Microbiol. Rev. 28:353-376.

Duggan D.J., Bittner M., Chen Y., Meltzer P., Trent J.M. (1999) Expression profiling using
cDNA microarrays. Nat Genet. 21(1 Suppl):10-4.

112



81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

Dunstan R.H., Kelley B.C., Nicholas D.J.D. (1982). Fixation of dinitrogen derived from
denitrification of nitrate in a photosynthetic bacterium, Rhodopseudomonas sphaeroides
forma sp. denitrificans. J. Bacteriol. 150:100-104.

Ehrenreich A., Widdel F. (1994) Anaerobic oxidation of ferrous iron by purple bacteria, a
new type of phototrophic metabolism. Appl Environ Microbiol. 60:4517—- 4526.

Eidels L., and Preiss J. (1970) Carbohydrate metabolism in Rhodopseudomonas capsulata:
enzyme titers, glucose metabolism, and polyglucose polymer synthesis. Arch. Biochem.
Biophys. 140:75-89.

Eidels L. and Preiss J. (19706) Citrate synthase. A regulatory enzyme from
Rhodopseudomonas capsulata. J. Biol. Chem. 245: 2937-2945.

Ellis L.B., Roe D. Wackett L.P. (2006) The University of Minnesota
Biocatalysis/Biodegradation Database: the first decade. Nucleic Acids Res. 34: Ne Database
issue. P. D517-21.

El-Mansi E.M.T., Nimmo H.G., Holms W.H. (1985) The role of isocitrate in control of the
phosphorylation of isocitrate dehydrogenase in Escherichia coli ML308. FEBS Lett.
183:251-55.

Elsen S., Dischert W., Colbeau A. and Bauer C.E. (2000) Expression of uptake hydrogenase
and molybdenum nitrogenase in Rhodobacter capsulatus is coregulated by the RegB-RegA
two-component regulatory system. J. Bacteriol. 182:2831-2837.

Elsen S., Swem L.R., Swem D.L. and Bauer C.E. (2004) RegB/RegA, a highly conserved
redox-responding global two-component regulatory system. Microbiol. Mol. Biol. Rev.
68:263-279.

Erb T.J,, Berg I.A., Brecht V., Miller M., Fuchs G., Alber B.E. (2007) Synthesis of C5-
dicarboxylic acids from C2-units involving crotonyl-CoA carboxylase/reductase: the
ethylmalonyl-CoA pathway. Proc Natl Acad Sci USA. 104(25):10631-6.

Erb T.J., Frerichs-Revermann L., Fuchs G. and Alber B.E. (2010) The apparent malate
synthase activity of Rhodobacter sphaeroides is due to two paralogous enzymes, (3S)-
Malyl-coenzyme A (CoA)/B-methylmalyl-CoA lyase and (3S)-Malyl-CoA thioesterase, J.
Bacteriol., 192:1249-1258.

Evans M.C.W., Buchanan B.B., Arnon D.I. (1966a) A new ferredoxin-dependent carbon
reduction cycle in a photosynthetic bacterium. Proc. Natl. Acad. Sci. USA. 55(4): 928-934.
Falcone D.L., Quivey R.G. and Tabita F.R. (1988) Transposon mutagenesis and
physiological analysis of strains containing inactivated form | and form Il ribulose

113



93.

94.

95.

96.

97.

98.

99.

100.

101.

102.

103.

bisphosphate carboxylase/oxygenase genes in Rhodobacter sphaeroides. J. Bacteriol. 170:5-
11.

Favinger J., Stadtwald R., Gest H. (1989) Rhodospirillum centenum, sp. nov., a
thermotolerant cyst-forming anoxygenic photosynthetic bacterium. Antonie Van
Leeuwenhoek. 55(3): 291-296.

Feng X., Bandyopadhyay A., Berla B., Page L., Wu B., Pakrasi H.B. and Tang Y.J. (2010)
The citramalate pathway in isoleucine biosynthesis. Microbiology. 156: 596-602.

Filatova L.V., Berg L.A., Krasil’nikova E.N., Tsygankov A.A., Laurinavichene T.V. and
Ivanovsky R.N. (2005) A Study of the Mechanism of Acetate Assimilation in Purple
Nonsulfur Bacteria Lacking the Glyoxylate Shunt: Acetate Assimilation in Rhodobacter
sphaeroides. Microbiology. 74: 265-2609.

Filatova L.V., Berg I.A., Krasil’nikova E.N., lvanovsky R.N. (2005a) A Study of the
Mechanism of Acetate Assimilation in Purple Nonsulfur Bacteria Lacking the Glyoxylate
Shunt: Enzymes of the Citramalate Cycle in Rhodobacter sphaeroides. Microbiology. 74(3):
270-278.

Francke C., Siezen R.J., Teusink B. (2005) Reconstructing the metabolic network of a
bacterium from its genome. Trends Microbiol. 13(11): 550-8.

Garaizar J., Rementeria A., Porwollik S. (2006) DNA microarray technology: a new tool for
the epidemiological typing of bacterial pathogens? FEMS Immunol Med Microbiol. 47(2):
178-189.

Garland D., Nimmo H.G. (1984) A comparison of the phosphorylated and unphosphorylated
forms of isocitrate dehydrogenase from Escherichia coli ML308. FEBS Lett. 165:259-64.
Garnak M., Reeves H.C. (1979a) Phosphorylation of isocitrate dehydrogenase of
Escherichia coli. Science 203:1111-12.

Garnak M., Reeves H.C. (1979b) Purification and properties of phosphorylated isocitrate
dehydrogenase of Escherichia coli. J. Biol. Chem. 254:7915-20.

Geerse R.H., 1zzo F., Postma P.W. (1989a) The PEP: fructose phosphotransferase system in
Salmonella typhimurium: FPr combines enzyme I11Fru and pseudo-HPr activities. Mol. Gen.
Genet. 216:517-25.

Geerse R.H., Van der Pluijm J., Postma P.W. (1989b) The repressor of the PEP: fructose
phosphotransferase system is required for the transcription of the pps gene of Escherichia
coli. Mol. Gen. Genet. 218:348-52.

114



104.

105.

106.

107.

108.

109.

110.

111.

112.

113.

114.

115.

116.

117.

Geiser E., Przybilla S.K., Friedrich A., Buckel W., Wierckx N., Blank L.M. and Bolker M.
(2016) Ustilago maydis produces itaconic acid via the unusual intermediate trans-aconitate.
Microb Biotechnol. 9(1): 116-126.

Gibson J.L. and Tabita F.R. (1977) Isolation and preliminary characterization of two forms
of ribulose-1,5-bisphosphate carboxylase from Rhodopseudomonas capsulata. J. Bacteriol.
132: 818-823.

Gibson J.L. and Tabita F.R. (1993) Nucleotide sequence and functional analysis of CbbR, a
positive regulator of the Calvin cycle operons of Rhodobacter sphaeroides. J. Bacteriol.
175:5778-5784.

Gill S.R., Paula J. Fedorka-Cray, Rodney K. Tweten, Bayard P. Sleeper (1984) Purification
and properties of the carbonic anhydrase of Rhodospirillum rubrum. Archives of
Microbiology 138(2): 113-118.

Glaeser J., Overmann J. (1999) Selective enrichment and characterisation of Roseospirillum
parvum, gen. nov. and sp. nov., a new purple nonsulfur bacterium with unusual light
absorption properties. Arch. Microbiol. 171:405-416.

Codd G.A., Kuenen J.G. (1987) Physiology and biochemistry of autotrophic bacteria.
Antonie Van Leeuwenhoek 53:3-14.

Gomelsky M., Kaplan S. (1995) Genetic evidence that PpsR from Rhodobacter sphaeroides
2.4.1 functions as a repressor of puc and bchF expression. J Bacteriol. 177: 1634-1637.
Gould T.A., Langemheen H. Van De, Mufioz-Elias E.J., McKinney J.D. and Sacchettini J.C.
(2006) Dual role of isocitrate lyase 1 in the glyoxylate and methylcitrate cycles in
Mycobacterium tuberculosis, Mol. Microbiol. 61: 940-947,

Gray C.T., Kornberg H.L. (1960) Enzymic formation of citramalate from acetyl-coenzyme
A and pyruvate in Pseudomonas ovalis Chester, catalysed by "pyruvate transacetase".
Biochim. Biophys. Acta 42: 371-372.

Gregor J., Klug G. (1999) Regulation of bacterial photosynthesis genes by oxygen and light.
FEMS Microbiol Lett. 179: 1-9.

Grishin N.V. (1995) Estimation of the number of amino acid substitutions per site when the
substitution rate varies among sites. J Mol Evol. 41(5): 675-9.

Hansen T.A., Gemerden H. (1972) Sulfide utilization by nonsulfur bacteria. Arch.
Mikrobiol. 86: 49-56.

Hansen T.A. and Imhoff J.F. (1985) Rhodobacter veldkampii, a new species of phototrophic
purple nonsulfur bacteria. Intl J Syst Bacteriol. 35: 115-116.

Heider J. (2001) Minireview A new family of CoA-transferases, FEBS Lett., 509: 345-349.

115



118.

119.

120.

121.

122.

123.

124.

125.

126.

127.

128.

Heinemann M., Sauer U. (2010) Systems biology of microbial metabolism. Curr Opin
Microbiol. 13(3): 337-43.

Herter S., Busch A. and Fuchs G. (2002) L-Malyl-coenzyme A lyase/beta-methylmalyl-
coenzyme A lyase from Chloroflexus aurantiacus, a bifunctional enzyme involved in
autotrophic CO fixation. J. Bacteriol. 184: 5999-6006.

Hillmer P., Gest H. (1977) H, metabolism in the photosynthetic bacterium
Rhodopseudomonas capsulata: H, production by growing cultures. J. Bacteriol. 129:724—
731.

Holmes P.A. (1995) Applications of PHB-A microbially produced biodegradable
thermoplastics, Phys. Thechnol. 16: 32-36.

Horne I.M., Pemberton J.M., McEwan A.G. (1996) Photosynthesis gene expression in
Rhodobacter sphaeroides is regulated by redox changes which are linked to electron
transport. Microbiology. 142: 2831-2838.

Horswill A.R. and Escalante-Semerena J. (2001) In vitro conversion of propionate to
pyruvate by Salmonella enterica enzymes: 2-Methylcitrate dehydratase (PrpD) and
aconitase enzymes catalyze the conversion of 2-methylcitrate to 2-methylisocitrate.
Biochem. (N. Y.). 40: 4703-4713.

Hsieh Y.J. and Kolattukudy P.E. (1994) Inhibition of erythromycin synthesis by disruption
of malonyl-coenzyme A decarboxylase gene eryM in Saccharopolyspora erythraea. J.
Bacteriol. 176: 714-724.

Huber H., Gallenberger M., Jahn U., Eylert E., Berg I.A., Kockelkorn D., Eisenreich W. and
Fuchs G. (2008) A dicarboxylate/4-hydroxybutyrate autotrophic carbon assimilation cycle in
the hyperthermophilic Archaeum Ignicoccus hospitalis. Proc. Natl. Acad. Sci. USA. 105:
7851-7856.

Hughes T.R., Mao M., Jones A.R., Burchard J., Marton M.J., Shannon K.W., Lefkowitz
S.M., Ziman M., Schelter J.M., Meyer M.R., Kobayashi S., Davis C., Dai H., He Y.D.,
Stephaniants S.B., Cavet G., Walker W.L., West A., Coffey E., Shoemaker D.D., Stoughton
R., Blanchard A.P., Friend S.H., Linsley P.S. (2001) Expression profiling using microarrays
fabricated by an ink-jet oligonucleotide synthesizer. Nat Biotechnol. 19(4):342-7.

Higler M., Wirsen C.O., Fuchs G., Taylor C.D. and Sievert S.M. (2005) Evidence for
autotrophic CO; fixation via the reductive tricarboxylic acid cycle by members of the ¢
subdivision of proteobacteria. J Bacteriol 187: 3020-3027.

Imhoff J.F. (2001) True marine and halophilic anoxygenic photophototrophic bacteria. Arch
Microbiol. 176: 243-254.

116



129.

130.

131.

132.

133.

134.

135.

136.

137.

138.

139.

140.

141.

luchi S., Lin E.C.C. (1988) arcA (dye), a global regulatory gene in Escherichia coli
mediating repression of enzymes in aerobic pathways. Proc. Natl. Acad. Sci. USA 85:1888-
92.

luchi S., Cameron D.C., Lin E.C.C. (1989) A second global regulator gene (arcB) mediating
repression of enzymes in aerobic pathways of Escherichia coli. J. Bacteriol. 171:868-73.
Ivanovsky R.N., Krasilnikova E.N., Berg 1.A. (1997) A proposed citramalate cycle for
acetate assimilation in the purple non-sulfur bacterium Rhodospirillum rubrum. FEMS
Microbiol. Lett. 153: 399-404.

James P. (1997) Protein identification in the post-genome era: the rapid rise of proteomics.
Q Rev Biophys. 30: 279-331.

Jingnan L.U., Ryan C. Tappel and Christopher T. Nomura (2009) Mini-Review:
Biosynthesis of Poly(hydroxyalkanoates). Journal of Macromolecular Science R , Part C:
Polymer Reviews, 49:226-248.

Jitrapakdee S., Wallace J.C. (1999) Structure, function and regulation of pyruvate
carboxylase. Biochem. J. 340:1-16.

Joshi H.M. and Tabita F.R. (1996) A global two component signal transduction system that
integrates the control of photosynthesis, carbon dioxide assimilation, and nitrogen fixation.
Proc. Natl. Acad. Sci. U.S.A. 93:14515- 14520.

Joshi G.S., Simona Romagnoli, Nathan C. VerBerkmoes, Robert L. Hettich, Dale Pelletier
and F. Robert Tabita (2009) Differential Accumulation of Form 1 RubisCO in
Rhodopseudomonas palustris CGA010 under Photoheterotrophic Growth Conditions with
Reduced Carbon Sources. Journal of Bacteriology. 191: 4243-4250.

Jozefczuk S., Klie S., Catchpole G., Szymanski J., Cuadros-Inostroza A., Steinhauser D.,
Selbig J., Willmitzer L. (2010) Metabolomic and transcriptomic stress response of
Escherichia coli. Mol Syst Biol. 6(364): 1-18.

Kanehisa M., Goto S., Sato Y., Furumichi M. and Tanabe M. (2012) KEGG for integration
and interpretation of large-scale molecular data sets. Nucleic Acids Res. 40: D109-114.
Kanao T., Fukui T., Atomi H. and Imanaka T. (2001) ATP-citrate lyase form the green
sulfur bacterium Chlorobium limicola is a heteromeric enzyme composed of two distinct
gene products. Eur J Biochem. 268: 1670-1678.

Kapp L.D., Lorsch J.R. (2004) The molecular mechanics of eukaryotic translation. Annual
Review of Biochemistry. 73: 657-704.

Kaplan A., Reinhold L. (1999) CO, concentrating mechanisms in photosynthetic
microorganisms. Annu Rev Plant Physiol Plant Mol Biol 50:539-570.

117



142.

143.

144,

145.

146.

147.

148.

149.

150.

151.

152.

153.

Karp P.D., Paley S., Romero P. (2002) The Pathway Tools software. Bioinformatics. 18:
Suppl 1, (P): S225-32.

Kato Y. and Asano Y. (1997) 3-Methylaspartate ammonia-lyase as a marker enzyme of the
mesaconate pathway for (S)-glutamate fermentation in Enterobacteriaceae, Arch.
Microbiol. 168: 457-463.

Khomyakova M., Ozlem Biikmez, Thomas L.K., Erb T.J., Berg LA. (2011) A
Methylaspartate Cycle in Haloarchaea. Science. 331: 334-337.

Kondratieva E.N. (1979) Interrelation between modes of carbon assimilation and energy
production in phototrophic purple and green bacteria. In International Review of
Biochemistry, Microbial Biochemistry. 21: 117-175. Edited by J. R. Quayle. Baltimore:
University Park Press.

Kondratieva E.N., lvanovsky R.N., Krasilnikova E.N. (1981) Light and dark metabolism in
purple sulfur bacteria. In: Skulachev V.P. (ed) Soviet Science Review. IPC Science and
Technology Press, Guilford, England, New York, pp. 325-364.

Kornberg H.L. and Krebs H.A. (1957) Synthesis of cell constituents from C2-units by a
modified tricarboxylic acid cycle. Nature. 179: 988-991.

Kornberg H.L. and Lascelles J. (1960) The formation isocitratase by the athiorhodaceae. J.
Gen. Microbiol. 23: 511-517.

Korotkova N., Lindstrom E. (2001) Connectionbetween poly-s-hydroxyalkanoate
biosynthesis and growth on C1 and C2 compounds in the methylotroph Methylobacterium
extorquens AM1. J. Bacteriol. 183: 1038-1046.

Korotkova N., Chistoserdova L., Kuksa V., Lidstrom M.E. (2002) Glyoxylate regeneration
pathway in the methylotroph Methylobacterium extorquens AML1. J Bacteriol. 184(6): 1750-
8.

Kranz R.G., Gabbert K.K., Locke T.A. and Madigan M. T. (1997a) Polyhydroxyalkanoate
Production in Rhodobacter capsulatus : genes, mutants, expression, and physiology.
Applied and Environmental Microbiology. 63(8): 3003-3009.

Kronen M. and Berg I.A. (2015) Mesaconase/Fumarase FumD in Escherichia coli O157:H7
and Promiscuity of Escherichia coli Class | Fumarases FUumA and FumB, PLoS ONE, 10,
e0145098.

Kulichevskaya I.S., Gusev V.S., Gorlenko M.V., Liesack W., Dedysh S.N. (2006)
Rhodoblastus sphagnicola sp. nov., a novel acidophilic purple non-sulfur bacterium from
Sphagnum peat bog. Int. J. Syst. Evol. Microbiol. 56: 1397-1402.

118



154.

155.

156.

157.

158.

159.

160.

161.

162.

163.

164.

165.

166.

167.

168.

Kummel A., Panke S., Heinemann M. (2006) Systematic assignment of thermodynamic
constraints in metabolic network models. BMC Bioinformatics. 7(512): 312-20.

Kusian B. and Bowien B. (1997) Organization and regulation of cbb CO, assimilation genes
in autotrophic bacteria. FEMS Microbiol. Rev. 21: 135- 155.

Lakshmi T.M., Helling R.B. (1978) Acetate metabolism in Escherichia coli. Can. J.
Microbiol. 24: 149-53.

Lang A.S. and Beatty T.J. (2001) The gene transfere agent of Rhodobacter capsulatus and
“constitutive transduction” in procariotes. Arch Microbiol. 175: 241-249.

LaPorte D.C., Koshland D.E. Jr. (1982) A protein with kinase and phosphatase activities
involved in regulation of tricarboxylic acid cycle. Nature. 300: 458-60.

LaPorte D.C., Koshland D.E. Jr. (1983) Phosphorylation of isocitrate dehydrogenase as a
demonstration of enhanced sensitivity in covalent regulation. Nature. 305:286-90.
Laurinavichene T.V., Tekucheva D.N., Laurinavichius K.S., Ghirardi M.L., Seibert M. and
Tsygankov A.A. (2008) Towards the integration of dark and photo fermentative waste
treatment. 1. Hydrogen photoproduction by purple bacterium Rhodobacter capsulatus using
potential products of starch fermentation. Int. J. Hydrogen Energy. 33: 7020-7026.
Lebedeva N.V., Malinina N.V. and Ivanovsky R.N. (2002) A Comparative Study of the
Isocitrate Dehydrogenases of  Chlorobium limicola forma thiosulfatophilum and
Rhodopseudomonas palustris. Microbiology. 71(6): 657-661.

Leroy B., Meur De Q., Moulin C., Wegria G. and Wattiez R. (2015) New insight into the
photoheterotrophic growth of the isocytrate lyase-lacking purple bacterium Rhodospirillum
rubrum on acetate. Microbiology. 161: 1061-1072.

Ljungdahl L.G. (1986) The autotrophic pathway of acetate synthesis in acetogenicbacteria.
Annu.Rev.Microbiol. 40: 415-450.

Lowry O.H., Rosenbrough W.J., Farr A.L. and Randall R.J. (1963) Protein measurement
with the Folin phenol reagent. J Biol Chem. 193: 265-275.

Ma H., Zeng A.P. (2003) Reconstruction of metabolic networks from genome data and
analysis of their global structure for various organisms. Bioinformatics. 19(2): 270-7.
MacKintosh C. and Nimmo H.G. (1988) Purification and regulatory properties of isocitrate
lyase from Escherichia coli ML308. Biochem. J. 250: 25-31.

Madigan M.T. and Gest H. (1978) Growth of a photosynthetic bacterium anaerobically in
darkness supported by "oxidant-dependent” sugar fermentation. Arch. Microbiol. 117: 119-
122.

Madigan M.T. and Gest H. (1979) Growth of the photosynthetic bacterium

119



169.

170.

171.

172.

173.

174.

175.

176.

177.

178.

179.

180.

Rhodopseudomonas capsulata chemoautotrophically in darkness with H, as the energy
source. J. Bacteriol. 137: 524-530.

Madigan M.T. (2003) Anoxygenic phototrophic bacteria from extreme environments.
Photosynth Res. 76: 157-171.

Marcus E.A., Moshfegh A.P., Sachs G., Scott D.R. (2005) The periplasmic o-carbonic
anhydrase activity if Helicobacter pylori is essential for acid acclimation. J Bacteriol
187:729-738.

Marrs B.L. (1974) Genetic recombination in Rhodopseudomonas capsulata. Proc Natl Acad
Sci USA. 71:971-973.

Mas J., Van Gemerden H. (1995) Storage products in purple and green sulfur bacteria //
Anoxygenic photosynthetic bacteria / Ed. by R. E. Blankenship, M. T. Madigan, C. E.
Bauer. - Dordrecht: Kluwer Academic Publishers. P. 973-990.

McFadden B.A. and Shively L.M. (1991) in: Variations in autotrophic life. (Shively, L.M.
and Barton, L.L., eds) Acad. Press, London, pp. 25-49.

McKinlay J.B. and Harwood C.S. (2010) Carbon dioxide fixation as a central redox cofactor
recycling mechanism in bacteria. Proc. Natl. Acad. Sci. USA. 107: 11669-11675.

McKinlay J.B., Oda Y., Ruhl M., Posto A.L., Sauer U. and Harwood C.S. (2014) Non-
growing Rhodopseudomonas palustris increases the hydrogen gas yield from acetate by
shifting from the glyoxylate shunt to the tricarboxylic acid cycle. The Journal of biological
chemistry, 289(4): 1960-1970.

Medova H. (2013) Phototrophic microorganisms in extreme environments. Ph.D. Thesis
Series, No. 1. University of South Bohemia, Faculty of Science, Ceské Budg&jovice, Czech
Republic, pp.123.

Meister M., Saum S., Alber B.E. and Fuchs G. (2005) L-Malyl-Coenzyme A/ -
Methylmalyl-Coenzyme A Lyase Is Involved in Acetate Assimilation of the Isocitrate
Lyase-Negative Bacterium Rhodobacter capsulatus. Journal of bacteriology. 1415-1425.
Molina I., Pellicer M.T., Badia J., Aguilar J., Baldoma L. (1994) Molecular characterization
of Escherichia coli malate synthase G: differentiation with the malate synthase A
isoenzyme. Eur. J. Biochem. 224:541-48.

Muller F.M. (1933) On the metabolism of the purple sulfur bacteria in organic media. Arch.
Mikrobiol. 4:131-166.

Neutzling O., Imhoff J.F., Truper H.G. (1984) Rhodopseudomonas adriatica sp. nov., a new
species of the Rhodospirillaceae, dependent on reduced sulfur compounds. Arch. Microbiol.
137: 256-261.

120



181.

182.

183.

184.

185.

186.

187.

188.

189.

190.

191.

192.

193.

Niederman R.A. (2013) Membrane development in purple photosynthetic bacteria in
response to alterations in light intensity and oxygen tension. Photosynthesis Reseacrh.
116(2-3). 333-348.

Nielsen A.M., Rampsch B.J., Sojka G.A. (1979a) Regulation of isocitrate lyase in a mutant
of Rhodopseudomonas capsulate. Arch. Microbiol. 120(1): 43-46.

Nielsen A.M., Rampsch B.J., Sojka G.A. (1979b) Photoheterotrophic utilization of acetate
by the wild type and an acetate-adapted mutant of Rhodopseudomonas capsulate. Arch
Microbiol. 120: 39-42.

Nimmo G.A., Nimmo H.G. (1984) The regulatory properties of isocitrate dehydrogenase
kinase and isocitrate dehydrogenase phosphatase from Escherichia coli ML308 and the roles
of these activities in the control of isocitrate dehydrogenase. Eur. J. Biochem. 141:409-14.
Niwa, S., Yu L.J., Takeda K., Hirano Y., Kawakami T., Wang-Otomo Z.Y., Miki K (2014)
Structure of the LH1-RC complex from Thermochromatium tepidum at 3.0 A. Nature.
508(7495): 228-232.

Nuiry I.I. and Cook P.F. (1985) The pH dependence of the reductive carboxylation of
pyruvate by malic enzyme, Biochim Biophys Acta, 829: 295-298.

Ormerod J.G., Ormerod S.K., Gest H. (1961) Light-dependent utilization of organic
compounds and photoproduction of hydrogen by photosynthetic bacteria: relationship with
metabolism. Arch. Biochem. Biophys. 64: 449-463.

Osterman A., Overbeek R. (2003) Missing genes in metabolic pathways: a comparative
genomics approach. Curr Opin Chem Biol. 7(2): 238-51.

Ornston L.N., Ornston M.K. (1969) Regulation of glyoxylate metabolism in Escherichia
coli K-12. J. Bacteriol. 98: 1098-108.

Paoli G.C., Morgan N.S., Tabita F.R. and Shively J.M. (1995) Expression of the cbbLcbbS
and cbbM genes and distinct organization of the cbb Calvin cycle structural genes of
Rhodobacter capsulatus. Arch. Microbiol. 164:396— 405.

Paoli G.C., Vichivanives P., and Tabita F.R. (1998) Physiological control and regulation of
the Rhodobacter capsulatus cbb operons. J. Bacteriol. 180:4258-4269.

Pellicer M.T., Badia J., Aguilar J., Baldoma L. (1996) glc locus of Escherichia coli:
characterization of genes encoding the subunits of glycolate oxidase and the glc regulator
protein. J Bacteriol. 178(7): 2051-9.

Peyraud R., Kiefer P., Christen P., Massou S., Portais J.C., Vorholt J.A. (2009)
Demonstration of the ethylmalonyl-CoA pathway by using 13C metabolomics. Proc Natl
Acad Sci USA. 106(12): 4846-51.

121



194.

195.

196.

197.

198.

199.

200.

201.

202.

203.

204.

205.

Pfennig N. (1969) Rhodopseudomonas acidophila, sp. n., a new species of the budding
purple nonsulfur bacteria. J Bacteriol. 99: 597-602.

Pfennig N. (1974) Rhodopseudomonas globiformis, sp. n., a new species of the
Rhodospirillaceae. Arch Microbiol. 100: 197-206.

Pohlmann A., Fricke W.F., Reinecke F., Kusian B., Liesegang H., Cramm R., Eitinger T.,
Ewering C., Potter M., Schwartz E., Strittmatter A., Voss I., Gottschalk G., Steinbiichel A.,
Friedrich B., Bowien B. (2006) Genome sequence of the bioplastic-producing “Knallgas”
bacterium Ralstonia eutropha H16. Nat Biotechnol 24: 1257-1262.

Price G.D., Sultemeyer D., Klughammer B., Ludwig M., Badger M.R. (1998) The
functioning of the CO2 concentrating mechanism in several cyanobacterial strains - a review
of general physiological characteristics, genes, proteins, and recent advances. Can J Bot
76:973-1002.

Puskads L.G., Inui M., Zahn K., Yukawa H. (2000) A periplasmic, alpha-type carbonic
anhydrase from Rhodopseudomonas palustris is essential for bicarbonate uptake.
Microbiology. 146( Pt 11): 2957-66.

Qian P., Papiz M.Z., Jackson P.J., Brindley A.A., Ng I.W., Olsen J.D., Dickman M.J.,
Bullough P.A., Hunter C.N. (2013) Three-dimensional structure of the Rhodobacter
sphaeroides RC-LH1-PufX complex: dimerization and quinone channels promoted by
PufX. .Biochemistry 52, 7575-7585.

Qian Y. and Tabita F.R. (1996) A global signal transduction system regulates aerobic and
anaerobic CO2 fixation in Rhodobacter sphaeroides. J. Bacteriol. 178: 12-18.

Ramseier T.M., Bledig S., Michotey V., Feghali R., Saier M.H. Jr. (1995) The global
regulatory protein, FruR, modulates the direction of carbon flow in Escherichia coli. Mol.
Microbiol. 16: 1157-69.

Rao G.R., McFadden B.A. (1965) Isocitrate lyase from Pseudomonas indigofera. V.
Specificity and inhibition. Arch. Biochem. Biophys. 12: 294-303.

Reddy C.S.K., Ghai R., Rashmi, V.C. Kalia (2003) Polyhydroxyalkanoates: an overview.
Bioresource technology. 87: 137-146.

Recchia P. A., Davis C.M., Liburn T.G., Beatty J.T., Parkes-Loach P.S., Hunter C.N. and
Loach P.A. (1998) Isolation of the PufX protein from Rhodobacter capsulatus and
Rhodobacter sphaeroides: Evidence for its interaction with the apolypeptide of the core
light-harvesting complex. Biochemistry. 37: 11055-11063.

Ren Q., Kang K.H., Paulsen I.T. (2004) TransportDB: a relational database of cellular

membrane transport systems. Nucleic Acids Res. 32(Database issue): D284-8.

122



206.

207.

208.

209.

210.

211.

212.

213.

214.

215.

216.

217.

Resnick S.M and Madigan M.T. (1989) Isolation and characterization of a mildly
thermophilic non-sulfur purple bacterium containing bacteriochlorophyll b. FEMS
Microbiol Lett 65: 165-170.

Richardson D.J., King G.F., Kelly D.J., McEwan A.G., Ferguson S.J., Jackson J.B. (1988)
The role of auxillary oxidants in maintaining redox balance during
photoheterotrophicgrowth of Rhodobactercapsulatus on propionate or butyrate. Arch
Microbiol. 150:131-137.

Richter A., Schwager C., Hentze S., Ansorge W., Hentze M.W., Muckenthaler M. (2002)
Comparison of fluorescent tag DNA labeling methods used for expression analysis by DNA
microarrays. Biotechniques. 33(3): 620-8, 630.

Risso C., Van Dien S.J., Orloff A., Lovley D.R., and Coppi M.V. (2008) Elucidation of an
alternate isoleucine biosynthesis pathway in Geobacter sulfurreducens. J. Bacteriol. 190:
2266-2274.

Romagnoli S. and Tabita F.R. (2006) Anovelthree-proteintwo-component system provides a
regulatory twist on an established circuit to modulate expression of the cbbl region of
Rhodopseudomonas palustris CGA010. J. Bacteriol. 188: 2780-2791.

Roszak A. W., Howard T.D., Southall J., Gardiner A.T., Law C.J,. Isaacs N.W., Cogdell
R.J. (2003) Crystal structure of the RC-LH1 core complex from Rhodopseudomonas
palustris. Science. 302(5652): 1969-1972.

Roszak A.W., Moulisova V., Reksodipuro A.D., Gardiner A.T., Fujii R., Hashimoto H.,
Isaacs N.W., Cogdell R.J. (2012) New insights into the structure of the reaction centre from
Blastochloris viridis: evolution in the laboratory. Biochem J. 442(1): 27-37.

Saghatelian A., Cravatt B.F. (2005) Discovery metabolite profiling--forging functional
connections between the proteome and metabolome. Life Sci. 77(14): 1759-66.

Saier M.H., Ramseier T.M., Reizer J. (1996) Regulation of carbon utilization. In
Escherichia coli and Salmonella typhimurium: Cellular and Molecular Biology, ed. FC
Neidhardt, 1:1325-43. Washington, DC: ASM. 2nd ed.

Saiki R.K., Bugawan T.L., Horn G.T., Mullis K.B., Erlich H.A. (1986) Analysis of
enzymatically amplified beta-globin and HLA-DQ alpha DNA with allele-specific
oligonucleotide probes. Nature. 324(6093): 163-6.

Saito N., Robert M., Kitamura S., Baran R., Soga T., Mori H., Nishioka T., Tomita M.
(2006) Metabolomics approach for enzyme discovery. J Proteome Res. 5(8): 1979-87.
Sarles L.S., Tabita F.R. (1983) Derepression of the synthesis of D-ribulose 1,5-bisphosphate

carboxylase/oxygenase from Rhodospirillum rubrum. J. Bacteriol. 153: 458-464.

123



218.

219.

220.

221.

222.

223.

224.

225.

226.

227.

228.

229.

Satoh T., Hoshino Y., Kitamura H. (1976) Rhodopseudomonas sphaeroides forma sp.
denitrificans, a denitrifying strain as a subspecies of Rhodopseudomonas sphaeroides.
Archives of Microbiology. 108(3): 265-269.

Sattley W.M. and Madigan M.T. (2006) Isolation, Characterization, and Ecology of Cold-
Active, Chemolithotrophic, Sulfur-Oxidizing Bacteria from Perennially Ice-Covered Lake
Fryxell, Antarctica. Appl Environ Microbiol. 72(8): 5562—-5568.

Seifert E. and Pfennig N.F. (1979) Chemoautotrophic growth of Rhodopseudomonas species
with hydrogen and chemotrophic utilization of methanol and formate. Achiv Microbiol. 122:
177-182.

Sevinc P., Gunduz U., Eroglu 1., Yucel M. (2012) Kinetic analysis of photosynthetic growth,
hydrogen production and dual substrate utilization by Rhodobacter capsulatus. International
Journal Of Hydrogen Energy. 37: 1643016436.

Schobert P. and Bowien B. (1984) Unusual C3 and C4 metabolism in the chemoautotroph
Alcaligenes eutrophus. J. Bacteriol. 159: 167-172.

Schultz J.F. and Weaver P.F. (1982) Fermentation and anaerobic respiration by
Rhodospirillum rubrum and Rhodopseudomonas capsulata. J. Bacteriol. 149: 181-190.

Shih P.M., Zarzycki J., Niyogi K.K. and Kerfeld C.A. (2014) Introduction of a Synthetic
CO,-fixing Photorespiratory Bypass into a Cyanobacterium. The Journal of Biological
Chemistry. 289(14): 9493-9500.

Shimizu S., Ueda S., Sato K. (1984) Physiological role of vitamin B12 in a methanol
utilising bacterium, Protaminobacter rubber. Microbial growth on C1 compounds / Ed. by
R. L. Crawford, R. S. Hanson. - Washington, DC: American Society for Microbiology.
1984. - P. 113-117.

Shively J.M., Davidson E. and Marrs B.L. (1984) Depression of the synthesis of the
intermediate and large forms of ribulose-1,5-bisphosphate carboxylase/oxy- genase in
Rhodopseudomonas capsulata. Arch. Microbiol. 138: 233-236.

Shively J. M., Van Keulen G. and Meijer W.G. (1998) Something from almost nothing:
carbon dioxide fixation in chemoautotrophs. Annu. Rev. Microbiol. 52: 191-230.

Singh J., Tabita F.R. (2010) Roles of RubisCO and the RubisCO-like protein in 5-
methylthioadenosine metabolism in the Nonsulfur purple bacterium Rhodospirillum rubrum.
J Bacteriol. 192(5): 1324-31.

Sganga M. W. and Bauer C. E. (1992) Regulatory factors controlling photosynthetic
reaction center and light-harvesting gene expression in Rhodobacter capsulatus. Cell. 68:
945-954.

124



230.

231.

232.

233.

234.

235.

236.

237.

238.

239.

240.

241.

Smejkalova H., Erb T.J., Fuchs G. (2010) Methanol assimilation in Methylobacterium
extorquens AM1: demonstration of all enzymes and their regulation. PLoS One. 2010 Oct
1; 5(10).

Smith C.A., Want E.J., O'Maille G., Abagyan R., Siuzdak G. (2006) XCMS: processing
mass spectrometry data for metabolite profiling using nonlinear peak alignment, matching,
and identification. Anal Chem. 78(3): 779-87.

Smith K.S., Jakubzick C., Whittam T.S. and Ferry J.G. (1999) Carbonic anchydrase is an
ancient enzyme widespread in prokaryotes. PNAS. 96(26): 15184-15189.

Smith K.S., Ferry J.G. (2000) Prokaryotic carbonic anhydrases. FEMS Microbiol Rev
24:335-366.

Smith S.A. and Tabita F.R. (2002) Up-regulated expression of the cbbl and cbbll operons
during photoheterotrophic growth of a ribulose 1,5-bisphosphate carboxylase-oxygenase
deletion mutant of Rhodobacter sphaeroides. J. Bacteriol. 184:6721-6724.
Statwald-Demchick R., Turner R.F., Gest H. (1990) Rhodopseudomonas cryptolactis, sp.
nov., a new thermotolerant species of budding phototrophic purple bacteria. FEMS
Microbiol Lett, 71: 117-121.

Steinbuchel A., Aerts, K., Babel, W., Follner, C., Liebergesell, M., Madkour, M.H., Mayer,
F., Pieper-Furst, U., Pries, A., Valentin, H.E., Wieczorek, R. (1995) Considerations of the
structure and biochemistry of bacterial polyhydroxyalkanoic acid inclusions. Can. J.
Microbiol. 41: 94-105.

Strauss G. Fuchs G. (1993) Enzymes of a novel autotrophic CO; fixation pathway in the
phototrophic bacterium Chloroflexus aurantiacus, the 3-hydroxypropionate cycle. Eur. J.
Biochem. 215(3): 633-643.

Steiger M.G., Blumhoff M.L., Mattanovich D. and Sauerl M. (2013) Biochemistry of
microbial itaconic acid production. Front Microbiol. 4: 23.

Strnad H., Lapidus A., Paces J., Ulbrich P., Vlcek C., Paces V., Haselkorn R. (2010)
Complete Genome Sequence of the Photosynthetic Purple Nonsulfur Bacterium
Rhodobacter capsulatus SB 1003 J Bacteriol. 192(13): 3545-3546.

Stueland C.S., Eck K.R., Stieglbauer K.T., LaPorte D.C. (1987) Isocitrate dehydrogenase
kinase/phosphatase exhibits an intrinsic adenosine triphosphatase activity. J. Biol. Chem.
262: 16095-99.

Sudesh K., Abe H., Doi Y. (2000) Synthesis, structure and properties of
polyhydroxyalkanoates: biological polyesters. Prog. Polym. Sci. 25: 1503-1555.

125



242.

243.

244,

245.

246.

247.

248.

249.

250.

251.

252.

253.

254,

Sudesh K. (2004) Microbial polyhydroxyalkanoates (PHAS): an emerging biomaterial for
tissue engineering and therapeutic applications. Med. J. Malaysia. 59 Suppl B: 55-56.
Suzuki S., Osumi T. and Katsuki H. (1977) Properties and metabolic role of mesaconate
hydratase of an aerobic bacterium. J. Biochem. 81: 1917-1925.

Tabita F.R. (1988). Molecular and cellular regulation of autotrophic carbon dioxide fixation
in microorganisms. Microbiol. Rev. 52: 155-189.

Tabita F.R., Hanson T.E., Li H., Satagopan S., Singh J. and Chan S. (2007) Function,
Structure, and Evolution of the RubisCO-Like Proteins and Their RubisCO Homologs.
Microbiol Mol Biol Rev. 71(4): 576-599.

Takai K., Campbell B.J., Cary S.C., Suzuki M., Oida H., Nunoura T., Hirayama H.,
Nakagawa S., Suzuki Y., Inagaki F., Horikoshi K. (2005) Enzymatic and genetic
characterization of carbon and energy metabolism by deepsea hydrothermal
chemolithoautotrophic isolates of epsilonproteobacteria. Appl Environ Microbiol 71: 7310—
7320.

Tang K.H., Tang Y.J., Blankenship R.E. (2011) Carbon metabolic pathways in phototrophic
bacteria and their broader evolutionary implications. Frontiers in Microbiology, 2: article
165, doi: 10.3389/fmicb.2011.00165.

The UniProt Consortium (2015) UniProt: a hub for protein information, Nucleic Acids Res.,
43: D204-212.

Tholozan J.L., Samain E., Grivet J.P., Albagnac G. (1990) Propionate metabolism in a
methanogenic enrichment culture. Direct reductive carboxylation and acetogenesis pathway.
FEMS Microbiol. Ecol. 73: 291-298.

Tian W. and Skolnick J. (2003) How Well is Enzyme Function Conserved as a Function of
Pairwise Sequence Identity? J. Mol. Biol. 333: 863-882.

Tichi M.A. and Tabita F.R. (2002) Metabolic signals that lead to control of CBB gene
expression in Rhodobacter capsulatus. J.Bacteriol. 184:1905-1915.

Tsygankov A.A., Laurinavichene T.V., and Gogotov I.N. (1994) Laboratory scale
photobioreactor. Biotechnol. Tech. 8: 575-578.

Tsygankov A.A. and Laurinavichene T.V. (1996) Influence of the degree and mode of light
limitation on growth characteristics of the Rhodobacter capsulatus continuous cultures.
Biotechnol. Bioeng. 51: 605-612.

Tsygankov A.A., Fedorov A.S., Laurinavichene T.V., Gogotov I.N., Rao K.K. and Hall
D.O. (1998) Actual and potential rates of hydrogen photoproduction by continuous culture

of the purple non-sulphur bacterium Rhodobacter capsulatus, Appl. Microbiol Biotechnol.,

126



255.

256.

257.

258.

259.

260.

261.

262.

263.

264.

265.

266.

49: 102-107.

Uchino K., Saito T., B., G., Jendrossek D. (2007) Isolated poly(3-hydroxybutyrate) (PHB)
granules are complex bacterial organelles catalyzing formation of PHB from acetyl
coenzyme A (CoA) and degradation of PHB to acetyl-CoA. J. Bacteriol. 189: 8250-8256.
Ueda S., Sato K., Shimizu S. (1981) Glyoxylate formation from mesaconyl-CoA and its
related reactions in a methanol-utilising bacterium, Protaminobacter rubber. Agr. Biol.
Chem. 45(4): 823-830.

Ulbrich P., Strand H., Hejkalova V., Paces J., Paces V. (2002) Genetic Determination of
Polyalkanoate Metabolism in Rba. capsulatus SB1003. Folia biologica (Praha) 48: 157-1509.
Utter M.F. and Kolenbrander H.M. (1972) in The Enzymes, (Boyer, P.D., ed.), Academic
Press, N. Y., VI, pp. 117-170.

Vanderwinkel E. and De Vlieghere M. (1968) Physiologie et g"en"etique de I’isocitritase et
des malate synthases chez Escherichia coli. Eur. J. Biochem. 5:81-90.

Velculescu V.E., Zhang L., Vogelstein B., Kinzler K.W. (1995) Serial analysis of gene
expression. Science. 270(5235): 484-7.

Vichivanives P., Bird T.H., Bauer C.E. and Tabita F.R. (2000) Multiple regulators and their
interactions in vivo and in vitro with the cbb regulons of Rhodobacter capsulatus. J. Mol.
Biol. 300: 1079-1099.

Wahlund T.M. and Tabita F.R. (1997) The reductive tricarboxylic acid cycle of carbon
dioxide assimilation: initial studies and purification of ATP-citrate lyase from the green
sulfur bacterium Chlorobium tepidum. J Bacteriol. 179: 4859-4867.

Walsh K., Koshland D.E. Jr. (1984) Determination of flux through the branch point of two
metabolic cycles: the tricarboxylic acid cycle and the glyoxylate shunt. J. Biol. Chem. 259:
9646-54.

Walsh K., Koshland D.E. Jr. (1985) Branch point control by the phosphorylation state of
isocitrate dehydrogenase: a quantitative examination of fluxes during a regulatory transition.
J. Biol. Chem. 260: 8430-37.

Wang D., Zhang Y., Welch E., Li J. and Roberts G.P. (2010) Elimination of Rubisco alters
the regulation of nitrogenase activity and increases hydrogen productionin Rhodospirillum
rubrum. Int.J.Hydrogen Energy. 35: 7377-7385.

Wang D., Zhang Y., Pohlmann E.L., Li J. and Roberts G.P. (2011) The Poor Growth of
Rhodospirillum rubrum Mutants Lacking RubisCO Is Due to the Accumulation of Ribulose-
1,5-Bisphosphate. Journal of Bacteriology. p. 3293-3303.

127



267.

268.

269.

270.

271.

272.

273.

274.

275.

276.

277.

278.

279.

Weaver P.F., Wall J.D. and Gest H. (1975) Characterization of Rhodopseudomonas
capsulata. Arch. Microbiol. 105: 207-216.

Weaver K.E. and Tabita F.R. (1983) Isolation and partial charcterization of
Rhodopseudomonas sphaeroides mutants defective in the regulation of ribulose
bisphosphate carboxylase/oxygenase. J. Bacteriol. 156: 507-515.

Whisstock J.C. and Lesk A.M. (2003) Prediction of protein function from protein sequence
and structure. Q. Rev. Biophys. 36: 307-340.

Wilkins M.R., Sanchez J.C., Gooley A.A., Appel R.D., Humphery-Smith I., Hochstrasser
D.F., Williams K.L. (1996) Progress with proteome projects: why all proteins expressed by
a genome should be identified and how to do it. Biotechnol Genet Eng Rev. 13: 19-50.
Williams J.O., Roche T.E., McFadden B.A. (1971) Mechanism of action of isocitrate lyase
from Pseudomonas indigofera. Biochemistry 10: 384-90.

Williams S.F., Martin D.P. (2002) Applications of PHAs in medicine and pharmacy. In
Biopolymers, Doi Y., Steinbuchel A., Eds. Wiley-VCH: Weinheim, Germany, 2002; pp
91-127.

Willison J.C., Madern D. and Vignais P.M. (1984) Increased photoproduction of hydrogen
by non-autotrophic mutants of Rhodopseudomonas capsulata. Biochem. J. 219: 593-600.
Willison J.C. (1988) Pyruvate and acetate metabolism in the photosynthetic bacterium
Rhodobacter capsulatus. J. Gen. Microbiol. 134(9): 2429-2439.

Willison J.C. (1993) Biochemical genetics revisited: the use of mutants to study carbon and
nitrogen metabolism in the photosynthetic bacteria. FEMS Microbiol. Rev. 104: 1-38.
Winter G., Krémer J.O. (2013) Fluxomics — connecting ‘omics analysis and phenotypes.
Environmental Microbiology. 15(7): 1901-1916.

Witzel F., Goetze J., Ebenhoeh O. (2010) Slow deactivation of ribulose 1,5-bisphosphate
carboxylase/oxygenase elucidated by mathematical models. FEBS J. 277: 931-950.

Wodke J.A., Puchalka J., Lluch-Senar M., Marcos J., Yus E., Godinho M., Gutiérrez-
Gallego R., dos Santos V.A., Serrano L., Klipp E., Maier T. (2013) Dissecting the energy
metabolism in Mycoplasma pneumoniae through genome-scale metabolic modeling. Mol
Syst Biol. 9(653): 1-19.

Woronowicz K., Olubanjo O.B., Sung H.C., Lamptey J., Niederman R.A. (2012)
Differential assembly of polypeptides of the light harvesting 2 complex encoded by distinct
operons during acclimation of Rhodobacter sphaeroides to low light intensity. Photosynth
Res. 111(1-2): 125-138.

128



280.

281.

282.

283.

284.

285.

286.

287.

288.

Yen H.C. and Marrs B. (1976) Map of genes for carotenoid bacteriochlorophyll biosynthesis
in Rhodopseudomonas capsulata. J. Bacteriol. 126: 619-629.

Yen H.C., Hu N.T., Marrs B.L. (1979) Characterization of the gene transfer agent made by
an overproducer mutant of Rhodopseudomonas capsulata. J Mol Biol. 131:157-168.

Yilmaz L.S., Kontur W.S., Sanders A.P., Sohmen U., Donohue T.J., Noguera D.R. (2010)
Electron Partitioning During Light- and Nutrient-Powered Hydrogen Production by
Rhodobacter sphaeroides. BioEnergy Research. 3(1): 55-66.

Zhang Y., Rodionov D.A., Gelfand M.S. and Gladyshev V.N. (2009). Comparative genomic
analyses of nickel, cobalt and vitamin B12 utilization. BMC Genomics. 10: 78.

Zannoni D. (1995) Aerobic and anaerobic electron transport chains in anoxygenic
phototrophic bacteria. Editors: Blankenship R.E., Madigan M.T., Bauer C.E. Anoxygenic
Photosynthetic Bacteria. Advances in Photosynthesis and Respiration. Dordrecht: Springer,
949-971.

Zarzycki J., Brecht V., Miller M. and Fuchs G. (2009) Identifying the missing steps of the
autotrophic 3-hydroxypropionate CO; fixation cycle in Chloroflexus aurantiacus. Proc Natl
Acad Sci USA. 106(50): 21317-21322.

Zarzycki J. and Fuchs G. (2011) Coassimilation of Organic Substrates via the Autotrophic
3-Hydroxypropionate Bi-Cycle in Chloroflexus aurantiacus. Appl. Environ. Microbiol.
77(17): 6181-6188.

Zhu Y.S., Hearst J.E. (1986) Regulation of expression of genes for light-harvesting antenna
proteins LH-1 and LH-II; reaction center polypeptides RC-L, RC-M, and RC-H; and
enzymes of bacteriochlorophyll and carotenoid biosynthesis in Rhodobacter capsulatus by
light and oxygen. Proc. Natl. Acad. Sci USA. 83: 7613-17.

Zinn M., Witholt B., Egli T. (2001) Occurrence, synthesis and medical application of
bacterial polyhydroxyalkanoate. Adv. Drug. Deliv. Rev. 53: 5-21.

129



BJIATOAAPHOCTH

Bripaxkato riy0okyro 0JarogapHoOCTb HaydHOMY PYKOBOJIUTENtO, 1.0.H., 3aBeAyIOIIEMY
nabopatopueit «buorexnonoruu u puznonoruu Gororpodusx opranuzmMon» (bODO), aupexTopy
N®IIb PAH, Anaronuto AHarosibeBU4y LIpIraHKOBY, 32 MOCTAHOBKY MHTEPECHOIN Hay4HOMU 3a/1auH,
pEIICHHI0 KOTOPOM MOCBSAIIEHA JaHHas paboTa, 3a MOJyYeHHbIE MPAKTUYECKUE 3HAHUSA U HABBIKH
rPaMOTHOW HAayYHO-UCCIIEJOBATENBCKON pabOThl, 32 MOMOIb B IUIAHUPOBAHUH SKCIIEPHUMEHTOB U
MHTEPIPETALMH NOJyYEHHBIX PE3YIbTATOB U, KOHEUHO K€, 32 CTPOTYIO SKCIEPTU3Y MOUX HAyUHBIX
YTBEPXKICHUM.

Ot Bcero cepana Onarogapro k.0.H., B.H.c. mabopatopun bODO, Tarbsiny BuktopuHoBHY
JlaypunaBuuene. Kputudeckuii aHam3, KOTOPHIH OHa oOecrieunBaia yepe3 CBOE HEMPEB30UICHHOE
BHUMAaHHME K JI€TaJsM, MO3BOJIMJI COBEPLIEHCTBOBATh TOYHOCTh PACCYKIACHUN MPHU NPEICTaBICHUU
MHOH NaHHBIX M (OPMYJIHPOBAHUU BHIBOJOB. Ee TepreHue, BeNMKOAyIIME U MYAPOCTh BCEr/a
MIOMOTaJIM HAWTH BBIXOJ U3 CAMOM TPYIHOU CUTYAIUU.

Bripaxaio OeCKOHEUHYIO MPU3HATEIBHOCTh BCEMY KOJUICKTHBY jabopatopuun bODO 3a
YAMBUTENBHYIO aTMoc(depy, codeTaronryro B cebe Ipyk0y, B3aMMOIIOMOIIs U HAy4dyHYIO Oeceny,
KOTOpasi BCErJa COIIPOBOXKIAETCS BECENIBIMU U IPOTYKTUBHBIMU JUCKYCCHSIMH.

OtnenpHO XOueTcsl MOOJIaroJapuTh PELIEH3EHTOB XypHasia buoxumus 3a BHUMAaTeIbHOE
OTHOIIICHWE W THIATEIbHBIA AaHajdu3 Hallell pPYKOMHUCH, pPe3yJbTaThl KOTOPOW COCTaBIISIIOT
3HAUUTENBHYIO YacTh OHCCEPTAIlMOHHON paboThl. braromaps oAHOMY W3 HUX Mbl HAlUIM H
MCIIPAaBUJIM HECKOJIBKO BAaXKHBIX HEJJOUETOB.

Bripaxato HCKpeHHIOIO OJaroJapHoOCTh Jo0uMomy yuutento ouosorun MBOVY nureit Ned
r. Kpacnogmapa, KononoBoit Oubre AJIeKCaHIPOBHE, 3a OpPraHU3aIMI0O HWHTEPECHOTO H
CoJlep)KaTelNbHOrO ydeOHOro Tmporecca. A Takke CBOMM TMEPBBIM MpENoJaBaTessiM IO
CHEUHATbHOCTH, COTPYAHUKAM Kadeapsl OMOXMMHUU U (PU3UOJIOTHU YeJoBeKa U KHUBOTHBIX PI'BOY
BO «KyOI'YV» r. Kpacnomapa, Mapky TuxonoBuuy IlpockypsikoBy u Buxrtopy BukropoBuuy
XabuoKy, KOTOpBIE CJeJIaji BO3MOXXHBIMUA MO TIE€PBBIE IIard B HACTOALIYIO HAYKY.

Ocobas Gmaromapuocts TykaeBoii EneHe MapcoBHe 3a HEOIICHHMMYIO MOMOIIb U YYTKOE
OTHOIICHHE KO BCEM WIEHaM MOEW CeMbH, 32 OCCKOHEUHBIH ONTHUMH3M H KHU3HEPAJOCTHOCTb,
YBEPEHHOCTh B yCI€X€, KOTOPblE MOTUBHUPOBAJIN MPOJOJIKATh HAYUHYIO AESITEIbHOCTh B OJUH U3
HEJIETKUX MEPUOJ0B MOEH KU3HH.

Bripaxkato cepaeunyio OmaromapHocTh cymnpyry, [lerymkoBy Onery BurambeBuuy, 3a
OeCKOHEUHOe TepIieHHEe, TOHUMaHUEe U JII000Bb, 0€3 KaKIOAHEBHOM MOJIEPKKH KOTOPOro padora

OBI HE COCTOSIACK.
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