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1. Cnucox cokpameHui

AC-BKIIIOUEHHE — KJIIETOYHOE a30TCoAepIKalllee BKIIOUEHUE

I'BC — ra30-BO3AylIHAsA CMECh

rio — ryaHo3uHudocdar

I'OT'AT — TIIyTaMHH-OKCOTIyTapaT-aMuHOTpaHCcepasza

Irc — TIIyTaMHH-CUHTETa3a

IT® — ryaHo3uHTpudocdar

NCII-MC — MAacC-CIEKTPOMETPHSI C UHIYKTUBHO-CBSI3aHHOM IIa3MOM
kJIHK — komruiemeHnTapHas JIHK

KP — KOMOHMHAITMOHHOE PACCESHUE

HAJ — HUKOTUHAMMIAICHUHIUHYKIICOTH T

Hano-MCBU (NanoSIMS) — macc-crieKTpoMeTpHsi BTOPUYHBIX HOHOB ¢ HAHOMETPOBBIM

paspelieHuemM
II'b — noJi-(R)-3-ruapokcubyTupar
[P — TMoJIMMepa3Has LienHas peakius
I15M — MPOCBEUMBAIOIIAS YIEKTPOHHASI MUKPOCKOTIHS
CIIoM — CKaHMPYIOIIas IPOCBEUNBAIOIIAS JIEKTPOHHAS MUKPOCKOTIHS

CXII?D (EELS) — ceKTpocKoHs XapaKTePHCTHUECKUX IIOTEPh SHEPIHH EKTPOHOB
AP — (DOTOCHHTETHYECK! aKTHBHAs PaHalys

/1 — (eppenokcun

®oC-BKTI0OYEHNE — KJIeTouHOe (hocdopcoepsKaliee BKIIOUEHHE

XII9D — XapaKTepUCTHYECKNE MOTEPH YHEPTHH JEKTPOHOB

BJIPC (EDX) — SHeproaucrepcHoHHas PEHTTEHOBCKAS CIIEKTPOCKOTIHS

SOIIOM (EFTEM) — sneproduibsTpyomias IpocBeYMBaIOIIas IEKTPOHHAS MUKPOCKOIIUS
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SAMP — SIZICPHBIN MarHUTHBIA PE30HAHC

EDX (OJIPC)  — energy dispersive X-ray spectroscopy

EFTEM (D®IIOM) — energy-filtered transmission electron microscopy

EELS (CXII22) — electron energy loss spectroscopy

DAPI — 4',6-diamidino-2-phenylindole (4',6- tnamuanHo-2-heHuIuHI0)
HAADF — high-angle annular dark-field

NanoSIMS (Hano-MCBI) — Nano-Secondary-lon Mass Spectrometry

N-kapra — anemeHnTHas DPIIOM-kapra azora
P-xapta — sneMeHnTHast DDIIOM-kapra pocdopa
VTC — vacuolar transporter chaperone, BakyoJIIpHBIN TPaHCIIOPTHBIN MIATICPOH



2. BBenenue

AKTYaJIbHOCTh TeMbl HcciaenoBanusi. Pochop 1 a30T SBISAIOTCS KIFOYEBBIME OUOTCHHBIMU
AJIEMEHTaMHU, HEOOXOMMBIMH Il YHKIIMOHUPOBAHUS BCEX KHBBIX Oopranu3MoB. ®ocdop BXOAUT B
COCTaB BaXXKHEUIINX COETUHEHUH, TAKUX KaK HyKJIenHOBbIE KUCIO0Thl, AT® u poconunuapl; oH urpaer
KJIIOYEBYIO POJIb B DHEPreTHUeCKuX mporeccax kietku [Lehninger et al., 2000, P. 23, 51, 280, 487].
A30T sBNISETCS KOMIIOHEHTOM Ba)KHEHIIMX OWOXMMHUYECKMX COCIMHEHHH, TaKUX Kak OCJKH,
HYKJICOTHBI W HyKJIenHOBbIe kuciaoTel [Lehninger et al., 2000, P. 76-77, 273-275]. CoenuHenus
YKa3aHHBIX JIEMCHTOB YYaCTBYIOT B BAXKHEHIIIUX MPOIIECCAaX KICTOYHOIO METaboJIM3Ma Y BCEX KUBBIX
OpPraHW3MOB, B TOM YHCJIC, y OJHOKJIETOYHBIX OKCHI'CHHBIX (POTOABTOTPO(HBIX MHKPOOPraHHU3MOB

(9yKapHOTHYECKUX MUKPOBOOPOCIIEH M MPOKAPHOTHYCCKHUX ITMAHOOAKTEPHUHA).

BBuny orpannueHHON TOCTYNMHOCTH docdopa U a30Ta B cpefe 0OUTaHUSI MUKPOBOJIOPOCIH U
MaHOOAKTEepHH CHOCOOHBI K BHYTPUKJIETOYHOMY 3amacaHuio ¢ocdopa U a3oTa, MOTJIOLIEHHOTO U3
OKpy)Xaroliel cpenpl. AHaIU3 MEXaHU3MOB, JIEKAllUX B OCHOBE 3TUX IPOIECCOB, — KIOY K
MOHUMaHHIO (yHIaMEHTATbHON KapTHUHBI KJIIETOYHOUM OMOJIOTUU STUX MUKPOOPTaHU3MOB IPU JePUIUTE

00 M30BITKE DJIEMEHTOB MUHEPATHLHOTO TUTAHUS.

Onnoxnerounbie (OTOTpOodHBIE OpraHU3MbI, HakaruMBaronue (ochop u a30T B OOJBITUX
KOJIMYECTBAX, MOTEHIIMAILHO MOTYT ObITh MCIIOJIb30BaHbl B OMOTEXHOJIOTUH JJIsl PEILICHUS] BaXKHEUIITNX
IKOJIOTMYECKUX W COIMAIbHO-I)KOHOMHUYECKHX TMpoOiieM, CBs3aHHBIX: (i) € MOBCEMECTHBIM
WCIIOJIb30BaHUEM  HHU3KOA(P(MEKTHBHBIX a30THBIX W (GOCPOPHBIX MHUHEPAIbHBIX  YIOOpPEHUH,
MIPUBOIALINM K 3BTPO(UKALIMY BOJHBIX 9KOCUCTEM B PE3YIbTaTe BHIMBIBAHHS 3THUX YA0OPEHHI ¢ TOJIei
B cocraBe cTouHbiX Boj [Carpenter et al., 2005]; (i) ¢ HeraTHBHBIM BO3JEHCTBHEM IPOU3BOICTBA
a30TCOJICpKAIMX yIoOpeHuit Ha OKpyxawilyo cpexy [Snyder et al, 2009, P. 256]; (iii) c
HE3aMKHYTOCTBbIO TJOOAIbHOTO TE€OXUMHYECKOTO ImKiaa Qochopa U ¢ HEBO30OHOBISIEMOCTHIO
npupoaHbix pocdaraeix MecropoxaeHuit [Cordell et al., 2009]. dochopuTel M amaTUTBl —
€IMHCTBEHHBIN «KOHIICHTPHUPOBAHHBIN» HCTOYHUK ¢ochopa Ans MOIYYEHHUS MUHEPATBHBIX
docdopubix ynodpenuit. [lo nmporHozam, onu Oyayt ucueprnanbl B Omkaiimue 50—-100 met [Steen,

1998; Smil, 2000], uto mpuBezeT k rmodansHOMY Jeduuuty docdopa [Solovchenko et al., 2016].

®oToTpohHBIE MHKPOOPraHU3MbI, HAaKaIUIMBAIOILIME 3HAYMTENbHbIE KoIMyecTBa ¢ochopa u
a30Ta, MOTEHLMAIBHO MOTYT OBITh UCIOJb30BaHbI M1 CO3/1aHUs Oojiee FPPEKTUBHBIX U O€30MACHBIX
JUIsL OKpYXarolei cpensl OMoyno0peHuii, a Takxke i u3bsATHA (ocdopa U a30Ta U3 CTOUHBIX BOJ U

BO3Bpara ux B arposkocuctemsl [Mulbry et al., 2005; Singh et al., 2016].



OpHako Ha HaCTOSIIIMH MOMEHT HCIOJIb30BaHUE YKa3aHHBIX MHUKPOOPraHU3MOB B
OMOTEXHOJIOTHH 3aTPYAHEHO BBHJY HEJOCTaTKa (pyHIAMEHTAIBHBIX 3HAHUH O KIECTOYHOH OMOJIOTHH
3TUX MUKPOOPTaHM3MOB B OTHOLICHWU (POPMHUPOBAHUS M PACXOJOBAHUS BHYTPHUKIETOUHBIX PE3E€PBOB

docdopa u azora.

Crenenb pa3paloTaHHOCTH TeMbl HccJeaoBaHuMs. [3BecTHO, dYTO B  KJIETKax
MHUKPOBOJIOpOCIeH u nuaHoOakTepuii Gochop MOKET HaKamIuBaThcs B BHIE (ochopcoaeprammx
BkitoyeHni (PoC-BrIitoUeHHMI), peacTaBisonmx codoit momudocdarsr [Kuhl, 1974; Allen, 1984;
Nishikawa et al., 2006]. IlonmudocharHbie BKIOYCHUS B ITHX (POTOTPOPHBIX MUKPOOPraHH3Max
SIBJISIIOTCS. BHYTPHKJIETOUHBIMU pe3epBamMu ocdopa: B ciaydae HeAocTaTtka JOCTymHOro ¢ocdopa B
cpejie nTaHHbIC BKIOUeHHs Metabonusupytotcs [Adamec et al., 1979; Allen, 1984; Vorisek, Zachleder,
1984; Nishikawa et al., 2006], a B ciiyuae u30bITka, Ha0O0poT, akkymynupytorces [Allen, 1984; Powell
et al., 2008; 2009].

MukpoBOIOPOCTH U MAHOOAKTEPUH OOJATAIOT CIIOCOOHOCTHIO TOTJIONMIATh HEOPraHWYECKUM
dbochop U3 cpensl B 0OJIbIIEM KOJIUYECTBE, YeM MM HEOOXOIWMO IS MOJACpKAaHUS METado0Jm3Ma,
aKTHBHOTO POCTa W JCJCHHS KICTKH. YKa3aHHbBIH ()EHOMEH Ha3bIBaIOT M30BITOYHBIM IOTJIONICHUEM
docdopa [Jensen, Sicko, 1974; Powell et al., 2008; 2009; Dyhrman, 2016, P. 158]. Iy HEKOTOPBIX
MHKPOBOJIOPOCEH W IMaHOOAKTepHii OBLIO IMOKa3aHO, YTO HW30BITOYHOE TMoriomieHue ¢docdopa,
conpsbkeHHOe c¢ oOpazoBaHueM mnoaudochatabix DoC-BKIIOYECHUH, OCOOCHHO SPKO BBIPAKEHO B
KJIETKaX MPU BOCCTAHOBJICHUH (POCHOPHOTO MUTAHUS, TO €CTh MpH N00aBieHHH (ochopa K KIETKaM,
KyJIbTUBUPYEMBIM B OecochopHoii cpene. Yka3aHHBI (ESHOMEH MOJYyYHJI Ha3BaHHE «U30BITOUYHOE
obpasoBanue noaudocharosy [Jensen, Sicko, 1974; Allen, 1984; Kulaev et al., 2004, P. 174; Dyhrman,
2016, P. 158]. Xots k1accu4ecKue MCCIeI0BaHMUs H30BITOYHOTO MOTJIOIIEHUs Gochopa 1 OHOXUMHUH
nosdocdaToB ObUIH BBIIOIHEHBI B 60-X rogax mpouutoro crojierus (cm. [Miyachi et al., 1961; 1964]),
Ha HACTOSIIIMHA MOMEHT 3HAHHMS O Tpoleccax (HOPMUPOBAHMS, PACXOJOBAHUS, CYOKJIETOYHOTO
pacrpeesieHusl U CTPYKTYype BHYTPHKJIETOUHBIX BKIFOUCHUH (Gochopa B ITUX MHUKPOOPTraHU3MaX MpH

BOCCTAaHOBJICHUH CI)OC(bOpHOFO InUuTaHusA HCMHOT'OYHMCIICHHBI 1 (bpal"MeHTaprI.

BHYTpHKIETOUHBIME Pe3epBaMH a30Ta Y IMAHOOAKTEPHl CIy)KAT a30TCOACPIKAIINE BKITIOUCHHSI
(AC-BKITIOYEHHS ), TIPEACTABIAIONINE COO0M CTPYKTYpUpOBaHHBIE IMaHO(HUIIMHOBEIE Tpanyibl [Allen,
1984]. B OTHOIIICHUH PE3EPBOB a30Ta Y IYKAPHOTHUECKUX MHUKPOBOJOPOCIIEH HAa HACTOSIIHA MOMEHT
JIMIIB [T HEKOTOPBIX BUIOB MUKpOBoopocieii [DeSa, Hastings, 1968; Fogel et al., 1972; Clode et al.,
2009; Kopp et al., 2013; Moudiikova et al., 2017a] noka3ano HakoruieHue AC-BKIIOYCHUN B BAKYOJISIX

HnX KIICTOK. O,Z[HaKO (I)OpMI/IpOBaHI/IC U pacXodOBaHHUC YKA3daHHBIX BKIIFOUCHUI y MPIKpOBOI[OpOCJICﬁ



IMPAKTUYCCKU HC M3YYaAJIHCh, IIO3TOMY NAHHBIC BKIIIOUCHUSA MOXKXHO pacCMAaTpHUBATH JIMIIb B Ka4CCTBC

MOTCHIHAJIBHBIX BHYTPUKIICTOYHBLIX PE3CPBOB a30Ta.

Takum o00pa3oM, MOAPOOHOE M3YYCHHE TMPOIECCOB BHYTPUKICTOYHOIO 3amacaHus o
cyOKJIeTOuHOTrO pacmpeaencHus gochopa U a3oTa B MUKPOBOIOPOCIISIX U IIHAHOOAKTEpUN — OJHA U3

3aJa4 COBPEMEHHOM KJIETOYHOM OMOIOTHU 3TUX (POTOTPO(DHBIX OPraHU3MOB.

O dopmupoBanun u pacxomoBanuu DoC- u AC-BKIIOUEHUH MOXHO CyIUTh TIO UX
MPEACTABICHHOCTH, pPACHpPENeIeHUI0 U JIOKAIM3allud B KJIETKaX B Pa3IUYHBIX YCIOBHUSIX
KylbTUBUpOBaHUs. Jl0 HeZaBHEro BpEeMEHHM B apceHaje CHEIUAINCTOB 1O (PU3UOJIOTHU U
YIBTPACTPYKTYPHOU OpraHU3AIMH MHKPOBOJIOPOCIIEH HE OBIJIO METOAA, CIOCOOHOTO OJHOBPEMEHHO
MPEAOCTABISTh HHPOPMAIIMIO O TOYHOW CYOKJIETOUHOM JIOKAJIM3AIMU KJIETOYHBIX BKJIFOYEHHH M HUX
aneMeHTHOM coctaBe. OpHako dTa uH(OpMarnus HeoOXoauMa i TIOHMMaHUS MEXaHW3MOB
(hopMUPOBaHUS M PACXOJOBAHUS PE3EPBOB OCHOBHBIX JIEMEHTOB MUHEPAIHHOTO TUTAHUS B KJIETKAaX.
N3 Bcex M3BECTHBIX AHAIUTUYECKUX METOJOB TOJBKO METOJbI aHATUTHYECKOW MPOCBEUYMBAIOIICH
anekTpoHHO wmukpockonuu (IIOM) mo3Bosstor  uccnenoBath PoC- u  AC-BKIIOUEHHS] Ha
CyOKJIETOYHOM YPOBHE C HAHOMETPOBBIM ITPOCTPAHCTBEHHBIM Pa3pellIEeHUEM U TOCTOBEPHO ONPEEIIATh
MX JIOKAJIU3ALMI0 B KIETKE. OTH METOJbl OPraHWYHO JOTOJHSAIOT TpagulMOHHbIe MeTonbl [1OM,
MpelocTaBisomue UHGopMaluio 00 YIbTPACTPYKTYPHOH pEOpraHu3aluy KIETOK B Pa3IUYHBIX

YCIIOBUAX KYJIbTUBUPOBAHHUS.

OpHako 10 HEABHETO BPEMEHH, 3a PEAKUM HCKIIIoUeHueM, aHanuTuyeckas [I19M npumensiach
JUIA UcClieJoBaHMsl 0OBEKTOB HEXUBOUM IMPUPOJIbI, HAIPUMED, B MaTeprasioBeieHnU. UTOOBI pacKphITh
MOTEHIIMAJT COBPEMEHHBIX METOJ0B aHanmuThueckoi [IOM ans uccrenoBaHus KIETOK (OTOTPODHBIX
MUKpPOOPraHW3MOB, TpeOoBanach [OMOJHHUTEIbHAs MpopadoTKa psAga AacleKTOB IOJIy4eHUs

M300paKCHUH M MX KOJUYSCTBEHHON 00pabOTKH.

Hacrosmas pa60Ta MOCBAICHA U3YUYCHUIO Q)OpMHpOBaHI/IH, CY6KJ'IeTO‘IHOl"O pacpeaciiCHuA "

cTpykTypbl @oC- u AC-BKIIIOYEHHI MUKPOBOJIOPOCIIEH U ITUaHOOAKTEPHUIl METOIaMU aHATUTUYECKON

T[IOM.

Henp paldoTbl: u3ydyuTh METOJAMU AHAJIUTHUYECKONW IPOCBEYMBAIOUIEH 3JIEKTPOHHOU
MUKPOCKOIIMH BIUSHHUE NMPUCYTCTBUS B cpelie pochopa u a30Ta Ha BHYTPUKIIETOYHOE paclpesiesieHHe,
¢dopmupoBaHue U CTPYKTYpy (ocdop- u a30TcoAep)kallux BKIOUEHUH Yy MHMKpPOBOJOpOCIEH U

[IMaHOOAKTEPHIA.

10



3agaunu:

1) Pa3paboTarth ¥ HPOTECTHPOBATH YCOBEPIICHCTBOBAHHBI METOJ| aHAIM3a CYOKJIETOYHOTO
pacripenielieHusi ¥ KOJMYECTBEHHOM OIIGHKH coJepXKaHus pe3epBoB ¢ochopa u a3ora B
MHUKPOBOAOPOCIAX u HI/IaHO6aKT€pI/I$IX Ha JJIEMCHTHBIX KapTax, IMOJIYYCHHBIX METOJOM
sHepropmibTpytomeii [I9M, U ¢ ero moMompl BBISBUTH CYOKIIETOYHOE paclpe/ielicHHEe PEe3epBOB

docdopa 1 a30Ta y MUKPOBOIOPOCIICH U ITHAHOOAKTEPHUH.

2) MeroaaMu TpaJWIIMOHHOW M aHanuTHuecko [IOM oxapakTepn3oBaTh (OPMHPOBAHUE U
YIABTPACTPYKTYpHBIE 0coOeHHOCTH (ochopcoaepkamux BrIoUeHH y mMukpoBogopociu Chlorella

vulgaris npu BoccranoBnennu pochopHOro nuTaHUS.

3) I[Ipoananu3upoBaTh U3MEHEHHUE YPOBHS IKCIIPECCUU T'€HOB, MOTEHIIMAILHO BOBJICUYCHHBIX B
MeTabom3M nosmdocdaros y mukposogopociu Chlorella vulgaris mpu BocctanoBiennu gpocopHoro

IIUTaHUA.

4) OxapakrepuzoBath (opmupoBanue (ochopcoaepkamux BKIOYCHUH y AHA30TPOGHBIX U
HeMa30TPOHBIX ITUAHOOAKTEPHUIN MPU BOCCTAHOBJICHUH (POCPOPHOTO MUTAHUS W M3YUUTH BIUSHHUE
HaJIM4Yusl CBA3aHHOTO a30Ta B cpele Ha (OPMUPOBAHME YKAa3aHHBIX BKJIIOUYEHUH Yy AMA30TPOPHON

[IMaHOOaKTEPHUH.

5) OxapakTepu30BaTh XUMHYECCKYIO TIPUPOJIY U COACPIKAHUE BHYTPUKICTOUHBIX PE3EPBOB a30Ta

MUKpoBogopocieit Desmodesmus sp. u Amphidinium carterae npu BOcCTaHOBJIEHHH a30THOTO ITMTAHUS.

O0beKkTOM HCC/IEA0BAHMA SIBIISUINCH OKCUTE€HHBbIE (POTOABTOTPO(HBIE MUKPOOPraHU3MBI —
ITAMMBI 3YKapUOTHYECKHX MHKPOBOJOPOCIECH M MPOKAPUOTHUECKUX IMaHOOAKTEepHil, CHOCOOHBIE K

akkymyiupoBaHuto ®oC- n/mimm AC-BKITIOYEHUH.

HpeI[MeTOM HCCJIeJ0BAHUA ABJIIIIAaCh CIIOCOOHOCTHL  OKCHUT'€HHBIX (I)OToaBTOTpO(bHLIX

MHUKpPOOPraHnu3MoB akkymynupoBaTb ®oC- u AC-BKII0YEHHUS.

Hayunasi HoBu3Ha padotbl. B paboTe BriepBbie MeTO bl aHanuTHUECKO [I9M npumeHeHs! 11t
W3YYEHHUS MPEJICTABICHHOCTH U CyOKJIETOYHOTO pacipe/eNieHns BHYTPUKIETOUHBIX pe3epBoB docdopa
1 a30Ta GOTOTPOHBIX MUKPOOPTAHH3MOB B CBSI3U C HATMYUEM WJIH OTCYTCTBHEM JTHX DJIEMEHTOB B
cpene. C MOMOIIBIO YKAa3aHHOTO MeETOJa MOJy4YeHa BakHas HHQOpMaIMs, JIOMOJHSAIOMAs OOIIyI0
KapTUHY YJIbTPACTPYKTYPHOH peopraHu3alud KIETKU TpU aKKIUMaluu K JehUIUTYy U U30BITKY
dochopa u azora B cpeme. B pabore BmepBhle MOKa3aHO, 4TO BakyolsipHble DPoC-BKIIOYCHHS
MHUKPOBOJIOPOCIIEH 00JIaatoT XapaKTepHOU yabTpacTPYKTYpHOUH opranuzanuei. [IpeanonoxuTenbHo,

TaKas OpraHu3alus onpenensercs ux GopMupoBaHueM ¢ ydyactueM (epMeHTHbIX VT C-KOMIUIEKCOB B
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MeMOpaHe Bakyoju. BmepBele y MHKpOBOAOpoOCieil oxapakrepu3oBaHa auddepeHnanpHas
SKCTpeccus T'€HOB, BOBJICYEHHBIX B MeTaboim3M mnosmdocdaros; mokazano, yto VTC-momgoOHbIi
0eToK, MpeACTaBIAIONNI onudocdaT-moaruMepasy U pacroioKCHHbIN B MeMOpaHe BaKyOIld, MOXKET
Y4acTBOBaTh B M30BITOYHOM oOpazoBanuu noiudocdarapix @oC-BKIIOYEHUH B KIETKAaX B IMEpPBbIC
yachl TOCJI€ BOCCTaHOBIEHUs (GOCPOpHOTO mMUTaHUS. B OTHOIIEHMM IMAHOOAKTEPHIl BIIEPBbIC
OTpEeNIeJICHO, YTO HaJu4ue J00 OTCYTCTBHE a30Ta B CpeJie HE BIMICT HA M30BITOUHOE 0Opa3oBaHUE
nosmdochatapix  PoC-BitoyeHH y AMa30TpoGHBIX nuaHoOakrepwid. [ns MHKpoBoIopocien
BIIEPBBIE TMOJTBEPKACHO, 4TO MX AC-BKIIOYCHHS ACWCTBUTEIBHO SIBISIOTCS BHYTPHKJICTOYHBIMHU
pe3epBaMu a30Ta U 4TO B IIEPBBIC YACHI TIOCJIE BOCCTAHOBIICHHUS a30THOTO IMUTAHUS Y MUKPOBOIOPOCTIEH
MIPOUCXOUT M30bITOUHOE 00OpazoBanne AC-pkitodeHHi. PazpaboTran HOBBIM yCOBEpIIEHCTBOBAHHBIN
Meron aHanmu3a ODIIDOM-kapt docdopa m azora ajis KOJIMUECTBEHHOM OIEHKH COJEpKaHHUS |

JIOKaNu3aluu pe3epBoB Gocdopa u a30Ta B KJIETKaX MUKPOBOAOPOCIEH U TMaHOOAKTEPUIA.

Teopernueckass 1 NMpaKkTUYecKasi 3HAYUMOCTh padoTbl. B paboTe ncciaenoBaHbl acleKThl
n30bpITOuHOTO  OoOpazoBanusi  monudocharapix  DoC-BKIIOYEHHH  MHKPOBOJOPOCISIMU U
MaHOOAKTEPUsIMU TPU BOCCTAaHOBIEHUU (OCPOPHOrO MUTAHUS METOJaMU aHainuThyeckoil T1OM.
[lonmyueHnHble AaHHBIE pacCIIUPSIOT (yHIAMEHTAIbHBIE MPEICTaBICHUS O MEXaHW3MaxX CHHTE3a
nordochaToB y MEKPOBOIOPOCIIEH W yJaCTBYIOIIMX B 3TOM Tiporiecce pepmenTax. B pabore Takke ¢
MTOMOTIIBIO0 METO/IOB aHamuTH4Yeckoi [IOM m3yden merabomm3m AC-BKIFOUEHHI MUKPOBOJIOPOCTEH B
3aBUCUMOCTH OT Hanuuug aszota B cpeae. [lokazano, uro AC-BKIIOYEHUS MHKPOBOIAOPOCIEH
JNEHUCTBUTEIBHO SIBJIAIOTCS UX BHYTPUKJIETOUHBIMU pe3epBaMu a3oTa. llosryueHHbIe pe3yabTaTbl BHOCAT
3HAYUTENbHBI BKJIag B (GOPMUPOBAHME KOMIUJICKCHOM KapTHHBI MeTaboju3Ma aszoTa B
MHKpOBOJIopocisix. C MoMoOIp0 MeToA0B aHamThueckod [IOM monydeHa BaxkHas WHQOpMaIus,
NOTONHSIOMAsE OOU[yl0 KapTHHY YJIbTPACTPYKTYPHOM peopraHu3ali KIETOK (POTOTPOPHBIX

MUKPOOPIraHU3MOB MPHU aKKIUMAIHMH K 1eUuuTy U u30bITKy (hocdopa u a3ora B cpele.

Pe3ynbTaTel paGoTEl MOT'YT OBITH HCIIOJIB30BaHBI B OHOTEXHOJOTHH IS Pa3pabOTKH CHCTEM
OMOJIOTUYECKOM OYMCTKH CTOYHBIX BOJ OT (pochopa U a30Ta MUKPOBOJIOPOCIISIMH U IIHAHOOAKTEPUAMU
C JMaTbHEHIINM HX HCIOJh30BaHHEM B KadecTBe OMoymoOpenuii. IlonyueHHbIe 3HAHUS MOTYT OBITH
MOJIC3HBI TIPH CO3JaHUM YCOBEPIIEHCTBOBAHHBIX TexHoJorui noourctku (polishing phase) crounbix
Bog oT ¢ochopa W azora ¢ TMOMOIIBI KYJIbTYp MHKPOBOJOPOCIEH W IHAHOOAKTEPHIA,

KOHAWITMOHWPOBAHHBIX ITYTEM JIMIICHUA UX OMOTEHHBIX AJICMEHTOB.

B pabote ycoBepIeHCTBOBaHbI METO/bI aHAMUTH4YEeCKON [IOM Ui KOJTMYEeCTBEHHOH OLIEHKU
coJiepKaHUs U JIOKaJIu3aluu BHYTpUKIETOUHBIX DoC- um AC-BKIIOYEHUH, a MMEHHO, pa3paboTaH

YCOBEpILICHCTBOBAHHBIM MeTo] aHam3a DPIIOM-kapt docdopa u a3oTa /Ui KOTUIECTBEHHOM OLIEHKU
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COJIepKaHUA U JIOKAIM3aluu pe3epBoB (ocdopa u a30Ta B KiIeTKaX GOTOTPOGHBIX MUKPOOPTaHU3MOB.
Yka3zaHHBII METOJI MOKET ObITh TIOJIE3€H /ISl IIUTOJIOTUYECKUX M MUKPOOHOJIOTHIECKUX HCCIIeI0OBAaHHH,
a TaKkKe BO BCEX 00J1acTAX, Te HEOOX0UMBI (CpaBHUTEIbHBIC) OLIEHKU CyOKIETOYHOTO paclpeieeH s

anouIrHa, moJudocdaToB U IPyrux BKIOYCHUI, 60raThix pochopom U (HiTH) a30TOM.

Metonosiorusi 1 MeTOAbI HccJegoBaHMs. B Hacrosmieil paboTe OCHOBHBIE pe3yJbTaThl
noiydeHsl Ha: (1) MozaenbHBIX 3eneHbix MukpoBoaopocisix Chlorella vulgaris u Desmodesmus sp.; (2)
MOIeNTbHO# TnHOPuTOBOM MEKpOBO0pocar Amphidinium carterae; u (3) MoeIbHBIX IHAHOOAKTEPHSIX
Nostoc sp. B xonme BeimosiHeHHUs pPabOThI OBUT HUCIOJIB30BAaH METOJ KJIETOYHOW OHOJIOTHH —
TpaguimonHass [IOM B koMOWMHaMKU C COBPEMEHHBIMH MeToJamMu aHanmutuyeckon [IOM ¢
MPUMEHEHHEM METOJ0B MOJICKYJISIPHOH OHOJIOTHM W COBPEMEHHBIX METOJIOB CHEKTPOMETPHHU:
CIIEKTPOCKOIMH SIJICPHOTO MarHUTHOrO pe3oHanca (SIMP), macc-cieKTpoMeTpuH C WHIYKTHBHO-
cBs3anHoM mazmoit (MCII-MC) u nazepHo# cKaHUPYIOLIEH MUKPO-CIEKTPOCKOITMH KOMOMHAIIMOHHOTO

paccesiaus (KP).
HOJIO)KeHI/IH, BBIHOCHUMbIC HA 3amnTy:

1) Anamutuyeckas [IOM npaer neHHy0 HHOOPMAIMIO O CYOKJIETOYHOM paclpeaeieHun

pesepBoB ¢ocdopa u azora y GoTOTpOPHBIX MUKPOOPTaHU3MOB.

2) ®opmupoBaHme W CTpyKTypa  (ocdopcoiepKaimiux  BKIOYEHHH  OTPaKkaroT
(GYHKIIMOHMPOBAHNE MEXaHH3MOB aKKJIMMAIlMK MHUKPOBOJOPOCIEH K noctynHoctd (docdopa B cpene

KYJIbTUBUPOBAHUSI.

3) dopmupoBanue (ochopcoaepKaluX BKIOUECHHH IMPH BOCCTAHOBIECHHH (POCHOPHOro
MUTAHUS y TIAHOOAKTEPHIA TPOUCXOJUT HE TOJIBKO TPU HAJMYUH 3K30I'€HHOTO CBS3aHHOTO a30Ta, HO U

B YCJIOBUAX I[I/Ia?»OTpO(I)I/II/I.

4) A3sorcoiepikaiiie BKIIOUCHHS MHUKPOBOJOPOCICH TMPEACTABISIOT CO00# MypHHOBBIC

KpHUCTAJJIbl U BBIIIOJIHAKOT POJIb BHYTPHUKIICTOYHBIX PE3CPBOB a30TaA.

5) OcHoBHbIe pe3epBbl (hochopa B MHKPOBOJOPOCISX JOKATH30BaHbI B BaKyoJsaX M (WUIH)

LIATO30JIE.

Anpodauusi padorbl. OCHOBHBIE PE3yNbTaThl PaOOThI U3JIOKEHBI B 8 CTAaThsX B 3apyOe’KHBIX
PELEH3UPYEMBIX JKYpHaJIaX, PEKOMEHIOBAaHHBIX JUIS 3aIMTHI B AUCCEPTallMOHHOM coBeTe MI'Y nMmenn
M.B. JlomoHocoBa. Pe3ymbraThl pabOTBHl 0JIOKEHBI Ha TpeX MEXKIYHAPOIHBIX KOH(MEPEHIUIX
(MexnyHapoaHas HaydHasi KOH(EpEeHIUs CTYJJeHTOB, aCHUPAHTOB M MOJOBIX Y4eHBIX «JIoMOHOCOB-

2016», 11-15 ampenss 2016, MockBa, Poccus; Poccuiickas mexayHaponHas KOHGEpEHLHs IO
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kpuoasekTponHoi mukpockonuu RICCEM-2017, 6-8 uronst 2017, Mocksa, Poccust; 6th Congress of
International Society for Applied Phycology, 18-23 wurons 2017, Haut, ®panuusi) u ojaHOM
BCEPOCCHUICKON KOH(pepeHIMH ¢ MeXIyHapoaHbIM yudactueMm (Bcepoccuiickuii cummo3uym ¢
MEXIyHapOAHbIM y4dacTueM «CoBpeMeHHbIE NpoOIeMbl (DU3HUOJIOTHH, SKOJIOTHA U OHOTEXHOJOTHH

MUKpPOOPraHu3MoBy, 24-27 nexadpst 2014, Mocksa, Poccus).
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3. O030p uTEpPaTYypPBHI

3.1. Kparkuii 0030p MeTOAO0B AHAJIUTHYECKOH TMPOCBeYMBaIOIIell 3JIeKTPOHHOMH
Mukpockonuu (II19M)

Meton TpaauuumonHod IIOM  sBisercs MOIIHBIM HMHCTPYMEHTOM JJIsi  UCCIIEJOBaHUM
YIBTPACTPYKTYpbl U MOP(QOJIOTUN Pa3IMYHBIX OMOJOrMYecKuX oOBEKTOB. Mcmosib30BaHHE METO/I0B
ananuTudeckoit [IDM coBmecTHO ¢ TpaaunronHoi [19M npenocTaBisieT yHUKaIbHYIO BO3MOXKHOCTh
noyiyyaTtb HHGQopMmanuio 00 3JIEMEHTHOM COCTaB€ M3y4aeMblX OOBEKTOB € HAaHOMETPOBBIM
paspemennem [Egerton, 2009; Brydson et al., 2014]. Cpeau meton0oB ananutudeckoi [19M mupokoe
MIPUMEHEHHE B 3JIEMEHTHOM aHaIM3€ OMOJIOrMYECKUX 0OBEKTOB HAIIM METOJ1 SHEPTOAUCIIEPCHOHHOMN
pentrenoBckoit criekrpockonuu (DJIPC) [Warley, 2016], MeTo1 CIIEKTPOCKOITHU XapaKTEPUCTHUECKUX
noTepb d3Hepruu eKTpoHoB (CXIII) u ocHoBanHoe Ha CXIIDD 3neMeHTHOE KapTUPOBAHUE METO/I0M
srepropmibTpyromeii [IOM (DDIIOM) [Aronova, Leapman, 2012]. Hmke kpaTKo paccMOTpUM

CbI/ISI/I'—IeCKI/Ie MPUHOHIIBI KaXKJI0I0 U3 3TUX METOOOB.

3.1.1. DHeproaucnepcuoHHasi peHTreHoBckas crnekrpockonusi (3APC) u cnexkTpockonus
XapaKTepUCTHYECKHUX MOTEPb IHEPIruu 3J1eKTPoHoB (CXIIII)

B Meronax ananutndeckor [IOM ucnons3yroTcsi HEYpyropaccesstHHHbIE JIEKTPOHBI, TO €CTh
AJIEKTPOHBI, KOTOPBIE MPU MPOXOKIECHUHU Yepe3 00pazell B KOJOHHE MTPOCBEYUBAIOLIETO AJIEKTPOHHOTO
MHKPOCKOIIa TePSIIOT YacTh cBoeul aHeprun. Metoa IJIPC ncnonb3yeT 0J1MH U3 MPOILECCOB HEYITPYTrOro
paccestHisl 3JIEKTPOHOB, NMPU KOTOPOM MPOUCXOJUT BO3OYKJIEHHE BHYTPEHHHX OO0OJOYEK aTOMOB
obpasua [Cunmo, OukaBa, 2006, C. 17; Drepron, 2010, C. 181-182]. ObparHslii mepexoa aTOMOB
oOpa3iia w3 BO3OYKICHHOIO  COCTOSIHHS B OCHOBHOE  COINPOBOXAAETCA  HCIyCKaHUEM
XapaKTEePUCTUIECKOTO PEHTICHOBCKOTO U3JIydeHus1, KoTopoe u usMepsiercs B Mmetoe DJIPC [BypaBkos,

[Mlaxmanos, 1983; Brydson et al., 2014].

B merone CXIIOO Ttak xe, kak 1 B D/IPC, HCHIONIB3yIOTCSI HEYIIPYTOPACCEIHHHBIE 2JIEKTPOHBI.
Opnnako mpu peructpanuu crektpoB X113 uzmepstorcs: o01Me NOTepy SHEPTUH TPOIIEANINX Yepes
oOpaserl B KOJIOHHE MPOCBEUMBAIOLIETO 3JEKTPOHHOTO MMKPOCKOIA 3JeKTPOHOB. COOTBETCTBEHHO,
Mmeto CXIIDD (B ominune ot DAPC) yunThiBaeT Bce MPOLECCHl HEYPYTOro PAcCestHUS 3JEKTPOHOB,
BKJIIOYAIOIIME KOJUIEKTUBHBIE BO30YXJAEHUS BAJEHTHBIX HJIEKTPOHOB (IJIa3MOHHBIE BO30YXKIECHUS),
BO30Y)XJIeHHE€ BHYTPEHHUX 000JI0YE€K aTOMOB, SMHCCHIO TOPMO3ZHOTO PEHTTC€HOBCKOIO H3JIy4EHHsS C

HENPEepPHIBHBIM CIIEKTPOM (TOpMO3HOE H3iydeHue) u apyrue [Cunno, Oukasa, 2006, C. 17].
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Takum o6pazom, B Meroge DAPC nerektupyercs BTOPUYHBIH CHUTHAI 1O OTHOIICHHIO K
mporeccy BO30yXAeHHS aToma oOpa3la MNajalolllMMH JJIGKTPOHAMH — XapaKTePUCTUYECKOE
PEHTTEHOBCKOE H3JIyUCHUE, TEHEepPHpyeMOe aroMaMHu oOpasla MpH Mepexone U3 BO30YXKICHHOTO
cocTtostHUsT B ocHOBHOE. Meton sxe CXIIDD ocHOBaH Ha NETEKTHPOBAHMU MEPBUYHOTO CUTHAIA, a
MMEHHO, Ha HW3MEPEHUHM DJHEPruu, KOTOpas TEpSeTCs MPOIICAIIUMU dJICKTPOHAMHU B PE3yJbTaTe

BO30YXK/IeHHsI aTOMOB 00pasma [dreprown, 2010, C. 197].

JUist WIUTIOCTPAIMM PacCCMOTPUM TIPOILIECCHI, MPOUCXOSIINE TPU BO30OYKICHUN BHYTPEHHUX
o0oJyouek aroma oOpasna B KOJIOHHE MPOCBEYMBAIOIIETO 3JIEKTPOHHOTO MHUKPOCKOINAa Ha TpUMEpe
B030yx1eHus dekTpoHa K-o6omouku (puc. 1).

Atom o6pazua O Atom obpasua NOCNE

B3aMMOAEHACTBUA C . . B3aMMOAEMNCTBMA C
nanatowmm 3NeKTPOHOM aAatoLn SNEKTPOH najatoLmnm 3NeKTPOHOM

\ A

E‘DI;I;I;I;I;I;I;I;I;I;I;I;l;l;l;I;I;l;l;l;l; EG)I;I;I;I;l;l;l;I;I;l;l;l;l;l;l;l;:;:;&;:;A E‘DI;l;l;l;l;l;l;l;l;I;I;l;l;l;l;l;l;l;l;l;l;
AE|
e e e 8 L, ——e—o—o L;—0—0—0—9—
L,L—eo—e > L,—eo—e >, —eo—e
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]
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5 3
s g
33
I |
= |
> >
AE
Motepun JHeprua PeHTreHOBCKOro
3Heprum ninyyeHua

Puc. 1 Bo30yxneHue BHYTpeHHHX 000J04YeK aToMa oOpa3ila B KOJOHHE MPOCBEYMBAIOIIETO
AIIEKTPOHHOTO MUKPOCKOIIA U TMOJYYaroIIuecs B pe3yibTaTe 3TOr0 Mpollecca CIEeKTpP MOTeph SHEPTUU
anektpoHoB (CXIID3) u sueproaucnepcuonusii cnektp (APC). Ey — ypoenr dDepmu, HUXKE
KOTOPOTO BCE DHEPTEeTUYECKHE YPOBHU 3aHATHI DJIEKTPOHAMH B OCHOBHOM coctosinud; K, L1, Lo, L3 —
BHYTpeHHHE o0oJouku aroma obOpasna; Eo — »sHeprus maparomero Ha oOpasell dJIeKTpoHa [0
B3aMMO/ICHCTBUS ¢ aTOMOM 00pasua; 4E — pasnura suepruii mexxay K-ob6onoukoit u yposHeM Depmu;
E — oHeprust magaroriero sJIeKTpOHA TMOCHE MPOXOXKAEHUs depe3 oOpazern; K, — peHTreHoBCKuit
¢dboToH, oOpa3oBaBIIMiicS B pe3yibTare Mmepexoaa aromMa obOpasiia U3 BO30YKICHHOTO COCTOSIHUS B

ocHoBHoe (13 [Cunmo, Oukasa, 2006, C. 25] ¢ ©I3MEHEHHUSIMH)
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[Tagaromuii 3I€KTPOH B KOJIOHHE IPOCBEYMBAIOIIEIO 3JIEKTPOHHOTO MHUKPOCKOIA IIPU
MPOXOXKJICHUH 4epe3 oOpaszel] BCTYMaeT BO B3aUMOJICHCTBUE C 3JEKTPOHOM BHYyTpeHHel K-o00o0mouku
aromMa o0Opaslia U OTIaeT eMy 4acTh cBoed sHepruu (puc. 1). Ilpu 3TOM 3JIEKTPOH, MOTYYUBIIUIN
SHEPruIo, MEPEXOAUT B BO30YyXkAeHHOE cocTosiHuE. [locKoNbKy BCe SHEpreTM4ecKHe YpOBHHM HIKE
ypoBHs @epMH 3aHSATHI 3JIEKTPOHAMU B OCHOBHOM COCTOSIHMHM, DJIEKTPOH B BO30YKEHHOM COCTOSIHUU
MOXXET NEPEeUTH TOJBKO Ha OJUH W3 HE3aHSTHIX JHEPreTHMUECKUX YPOBHEW Bbllle YpoBHA Depmu
[Cunpno, Oukasa, 2006, C. 25] (puc. 1). Takum 00pa3oM, KOT/1a MaJArOIIHKA 3JIEKTPOH, MPOXOIs Yepes
oOpasel, TepsieT KOJUYEeCTBO dHEPruu, Oosbiiee yeM AE, KoTopoe cOOTBETCTBYET pa3HMIIE dHEPIUit
Mexay K-o6omo0ukoil u ypoBueM depmu, To BEpOATHOCTH Nepexojia 3ekTpoHa ¢ K-o0onouku aroma
oOpa3lla Ha HE3aHSTHII HSHEPreTUYeCKUi ypoBEHb BbllIe YpoBHS PepMu pe3ko Bo3pacrtaeTr. B
pe3ynbTaTe MpH MOCTPOSCHUH CIIEKTPA NOTEPh SHEPIUU ANEKTPOHOB (Tpaduka 3aBUCUMOCTH KOJINYECTBA
MPOIIEIITUX Yepe3 oOpazelr 2JIeKTPOHOB (MHTEHCUBHOCTH CUTHAJIA) OT BEJTMYUHBI IOTEPU SHEPTUN UMH )
B CIICKTPE MOTEPh SHEPIUU BO3HUKACT OCTPHIH MHK, HAaUMHaroIHiics co 3HaueHust 4E (puc. 1). [Tpu arom
y IJaHHOTO MHKa UMEETCs «XBOCT» B 001acTu 6ojee BhICOKUX dHepruil. biaronaps coeit popme, nuk B
CIIEKTpe MOTEePh SHEPTHH TAKKE HA3bIBAIOT KpaeM (morioieHus ). [lockonbky moporosas sHeprus Kpast
SBJIIETCS ONPEIEICHHON JUIsl KayKI0r0 XUMUYECKOr0 3JIEMEHTa, TO 0 3HaueHuIo AE B criekTpe norepb

MO3KHO ITPOBOIUTH HACHTU(DUKAIIUIO 3JIEMEHTOB B 00Opasiie [dreprton, 2010, C. 199].

[Ipu mepexome aroma oOpasiia U3 BO30YKICHHOTO COCTOSIHHSI B OCHOBHOE 3JIEKTPOH ¢ Oosee
BBICOKOTO JHEPreTUYECKOTO YPOBHS IEPEXOJUT Ha BAaKAHCHIO HAa 0ojiee HU3KOM SHEPreTHYECKOM
YPOBHE CIIOCOOOM, yIOBIIETBOPSIOMKM TpaBuiam otbopa [Cunmo, Oukasa, 2006, C. 26, 145, 146;
Orepron, 2010, C. 181]. ITpu 5TOM H30BITOYHAS SHEPIHs BBHIACISACTCS B BHJC XapaKTEPUCTHUYECKOTO
peHTreHOBCKOTO M3ayueHus [bypaskos, [llaxmanos, 1983; Brydson et al., 2014], B caydae ¢ mepexoqom
aeKTpoHa ¢ L-000s104kK Ha He3aHsAToe cocTtosiHne K-0005104ku B BHjE peHTreHoBckoro ¢goroHa K,
(puc. 1). Tlpu MOCTPOCHHUHU SHEPrOAUCIIEPCUOHHOTO CreKTpa (rpaduka 3aBUCHUMOCTH KOJIMYECTBA
PEHTICHOBCKUX (DOTOHOB (MHTEHCUBHOCTH CHTHAJIA) OT BEJIMYMHBI WX SHEPTHH) B CIIEKTPE MOSIBIICTCS
UK C DHEPruei yKa3aHHOTO PEeHTreHOBcKoro ¢otona (puc. 1). ITOCKOIBKY XapaKTepHUCTHYECKOE
PEHTICHOBCKOE M3JIyUYCHHE MMEET KOHKPETHYIO SHEPTHI0, COOTBETCTBYIOIYIO KaXIOMY JIEMEHTY, TO,
U3Mepsis DHEPrui0 TMHUKa W3MydeHUS B OJHEProJAUCIEPCHOHHOM CIEKTPE, MOXHO IPOBOIUTH

uaeHTH(OUKAIIHIO BJIEMEHTOB B 00pasiie [Bypaskos, [llaxmanos, 1983; Cunmo, Oukasa, 2006, C. 26].

Anamu3 o6pasnos Meronamu DJ[PC u CXIIDD B pexume ckanupymomeit [19M no3sonser
MoJTy4aTh MH(POpPMALKIO 00 3JIeMEHTHOM COCTaBE BBIOPAHHOT'O TOUEYHOTO yyacTKa 00pasiia, Halpumep,

OT UHTEpeCYIoIel CYOKIETOYHON CTPYKTYPHI.
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Cnenyer otmetuth, uto ansi metona CXIIDD saBnsercs NpUHIMNHAIBHBIM HCIIOJIb30BAHUE
yIBTPATOHKHUX CPE30B 00PA3I0B, MOCKOIBKY ISl JAHHOTO METO/1a HE0OX0AMMO, YTOOBI TOJIIIMHA cpe3a
Obu1a He OO0JIBIIIE CPEAHEN IITHMHBI CBOOOIHOTO Mpodera 3JIeKTPOHa (I HAMITYYIINX pe3yJbTaToB — HE
6onee nosoBuHbI). CpemHss IIHMHA CBOOOIHOTO MpoOera IEKTPOHA — CPEAHEE PACCTOSIHHUE, KOTOPOE
AJMIEKTPOH TPOXOAUT Mexay akramu paccesHus [Cunmo, Oukapa, 2006, C. 20]. Takue ycioBus
HEOOXOIUMBI JUISI TOTO, YTOOBI H30€KaTh BOZHUKHOBEHUSI MHOYKECTBEHHOT'O PACCEsIHHSI — IpoIiecca, B
pe3ysibTaTe KOTOPOTO OJIMH IMAJAONIUN 3JICKTPOH MPU MPOXOKICHUU dYepe3 o0paselr] 3HAYUTEIILHON
TOJIIUHBI TEPSICT YHEPTUIO HA IBYX M 0OJiee 3JEKTPOHAX aTOMOB 00pasIia, YTo 3aTPyJHSICT aHATU3 U

MHTEPIPETALUIO CIIEKTPOB MOTEPH SHEPTUHU.

3.1.2. Duepropuabrpyromas [I9M (ODPIIIM) u 31eMeHTHOEe KAPTHPOBaHHE

DHepreTndeckas (QUIbTpAHMs — O3TO TOJYyYCHUE JBYMEPHBIX H300pPaKCHHH C ITOMOIIBIO
CXIIDD [Cunmo, OwkaBa, 2006, C. 130]. ®unbTpoBaHHOE IO JSHEPIUM HU300pAKEHHE B
MTPOCBEUMBAIOIIEM 3JICKTPOHHOM MHKPOCKOTIE MOTYYAIOT ITYyTEM CEJICKIIUU DJIEKTPOHOB C BHIOpaHHOU
sHepruei. MeTo, ¢ TOMOIIBIO KOTOPOTO MOIy4aroT (puibTpoBaHHbIe 110 dHeprun [19M-uzo0pakenus,
Ha3zbiBaloT sHeprodunsTpytomen [I1OM (DDPIIOM). Nzo0pakenust ¢ sHepreTudeckoi puimbTparmeit
AJIEMEHTA MOJIy4aloT MyTeM MPOIyCKaHMsI Ha KaMepy 3JIEKTPOHOB C KOHKPETHBIM 3HAYEHHEM MOTEpU

srepruu [Drepron, 2010, C. 199-200].

JlanHbIil MeToJ T1MO3BOJIsAeT moaydaTh [IDM-u3o00paxkeHus, QUIbTPOBAHHBIC IO DHEPIUH,
COOTBETCTBYIOIIEH Kparo IOTJIONIEHUSI MHTepecyrolero Hac aneMenTta. OqHaKo, K COXKaICHUIO, AJIs
MIPOBEJICHUSI 3JEMEHTHOTO KapTUPOBAaHUS (pEerucTpaliy KapThl pacIpelieieHHs] HWHTEPECyIOIIero
AJIEMEHTA) MOJYYEeHHUS TAaKOro M300pa)KeHHs] HEJOCTATOYHO, MOCKOJBKY B CHEKTPE MOTEPb YHEPIHU
peructpupyercs Boicokuit ¢poH. Bricokuii (oH B crieKTpax MOTepb reHEPUPYETCs MPOXOSAIIUMHU Yepe3
oOpaszerl 2JeKTpOHAMH, TEPSAIOIIMMHU SHEPTHUIO MPU MIPOXOXKICHUH BOJIM3H siAiep aToMOB. JIJis MoTydeHus
YUCTOTO H300pa)K€HUs, TOKa3bIBAIOIIETO pachpesesieHue dJeMeHTa, TpeOyercs o0paboTka
(GUIBTPOBAHHOTO HM300pa)KEHUSI MyTEM BBIUMTAHUS (POHOBOM KOMIIOHEHTHI MOJ KpaeMm MOTJIOIIECHUS

JTAHHOTO neMeHTa B ero cnekrpe [Cunno, Oukasa, 2006, C. 130].

3HepreTI/I‘{eCKI/I'(I)I/IJ'ILTpOBaHHOG H3o6pa>1<eHHe JJIA BBI6paHH01"O QJICMCHTA  ABJIACTCA
CynepHO3I/II_II/IeI\/'I I/I306pa)KeHI/I$[ B IMIHMKC JaHHOI'O J3JICMCHTA U (1)0Ha. YT0o0BI MOJIYYUTb YHUCTOC
I/I306pa)KCHI/IC pacnpeaAciiCHUA JaHHOTO 3JIEMCHTA, U3 HCTO HCO6XO,Z[I/IMO BBIYCCTDH I/I306pa)KCHI/IC (I)OHa.
B Hacrosiee BpEMA IJId BBIYUTAHUA (I)OHa IIUPOKO MMPUMCHAKOTCA IBA MCTOAA: TpCXOKOHHBIﬁ METOO U

JIBYXOKOHHBIN MeTo1 (MeTo1 ckaukoBoro oTHoteHus ) [Cunmo, Oukasa, 2006, C. 131].
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B n1ByXoxkoHHOM MeTO/€ B OAHOM M TOM K€ MOJie 3peHus 3anucbiBatoT ABa DDIIDOM-
M300paXeHUs: OJTHO MPH SHEpPruu Ei HemocpeAcTBEHHO HWKE 3HAYEHUS MHKA MOTEPh dHEPTUU (Kpas
MOTJIONIEHUS ) MHTEPECYIOIIETOo AIeMEHTa (T.H. IPeIKpacBoe H300pakeHne), BTOpoe — IMpH dHEpTuu E»
Cpa3y HaJ KpaeM IOTJIomeHus (T.H. IOCTKpaeBoe m3o0pakeHue) (cM. puc. 2 a). 3aTeM s Kaxaoro

IMUKCEJIA KaKA0I'0 U3 3TUX JABYX H306p21)KCHPII>i PaCCUYUTHIBAIOT MHTCHCUBHOCTDb CUI'HAJIa I10 CHGILYIOHIeﬁ

dopmyne [Cunno, Oukasa, 2006, C. 131]:

12 (x'y)
11 (x'y)’

Ie (x,y) = 1)

rae lc (X,y) — pe3ynbTupyroiias WHTEHCHBHOCTh CHUTHAJA WHTEPECYIOIIETO 3JEMEHTa [UIS MHKCENsS
KapThl ¢ KoopauHaTaMu (X,Yy), |1 (X,yY) — HHTEHCHMBHOCTH 3TOTO MUKCENSI B IPEKPACBOM H300paKECHHH,

I2 (X,yY) — MHTEHCHBHOCTB 3TOTO MUKCEIIS B MOCTKPACBOM H300pasKeHHH.
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Puc. 2. IlpuHmmn nBYXOKOHHOTO (2) M TPEXOKOHHOToO (0) MeTOoJ0B BbIYMTAHUSA (OoHA TIPHU
3JIEMEHTHOM KapTupoBaHuu MeTosioMm DDIIOM. B (a): E1 — 3HaueHne SHEPTUU MEPBOTO «OKHAY HIDKE
3HAUEHUS MUKa IMOTEpb SHEpruu (Kpas MOIJIONICHHS) MHTEPECYIOIIEro 3JIEMEHTa JJS MOJIydeHUs
MpeIKpaeBoro n3oopaxenus, E; — 3HadeHune SHEPTrUU BTOPOTO «OKHA» cpaszy HaJ KpaeM MOTJIONICHUS
JUIS TIOJIy4eHUS TIOCTKPAEBOTO M300paXkeHus, |1 u |, — WHTEHCUBHOCTH CHTHaJa B IEPBOM U BO BTOPOM
SHEPreTHUYECKOM «OKHE», COOTBETCTBeHHO. B (0): E1 — 3HaueHue sHeprum mepBOro «OKHa» HIKE
3HAUEHUS Kpas MOTJOUICHUS HMHTEPECYIONIero 3JeMEHTa Jis MOJy4YeHHs IMEepPBOTO MPEAKPaeBOro
n3o0paxenusi, E»; — 3HaueHHWe HHEPrMM BTOPOTO «OKHA» HUXKE 3HAUYCHHUS Kpas TOTJIOIICHUS
MHTEPECYIOIIEro 3JIeMEHTa sl MOJIydeHHs] BTOPOTrO HpeaKpaeBoro u3zoOpaxkenus, Ez3 — 3HaueHue
SHEPIUU TPETHETO «OKHA» Cpa3y Haj KpaeM IMOTJIOIIEHUS JUIs MOJyYeHUsI IOCTKPAEBOTO U300pakeHus,
l1, 12 1 |3 — WHTEHCHBHOCTH CHTHAalla B MEPBOM, BO BTOPOM M TPETHEM JHEPTeTUYECKOM «OKHEY,
COOTBETCTBEHHO, |c — pe3ynpTUpyroIlas HHTEHCUBHOCTh CUTHAJIa UHTEPECYIOLIETo deMeHTa, lo —
paccunMTaHHas HHTEHCUBHOCTH (poHa. 4E — BenmunHa «OKHA», WHTEPBAJl 3HAYEHUN TIOTEPh SHEPTHUH,
ucronb3yeMblil uis noiyderus DDIIDOM-uzo6paxennit (u3 [Cunmo, Oukaa, 2006, C. 131-132] ¢
M3MEHEHUSMH )
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Pe3ynbTHpyromas HHTEHCUBHOCTh CUTHAIA HHTEepecytolero aneMenTa lc (X,y) B IByXOKOHHOM
METO/Ie TIOKa3bIBaeT OTHOIICHUE CUTHAJIA OT 3JIeMEHTa K (JOHY, IT0ITOMY BTOpOE Ha3BaHHE 3TOI'0 METOIa
— METOJ] CKAa4KOBOTO OTHOIICHHS. XOTs pPe3yJbTHPYIOIIAsh WHTCHCHMBHOCTh curHaia lc (X,y) B
ABYXOKOHHOM MCTOAC HC JacCT KOJIMYECTBCHHOM I/IH(l)OpMaIII/II/I 0 COACPKAHUU DJICMCHTA, IIaHHI)II\/JI METO
MOJIC3CH JIJIsi HAOJIIOJICHUST pacrpe/IelIeHUsT 3JIEMEHTOB B 00pasiax, JArmuX CWIbHBIN (oH [Cuno,

Owmxkaga, 2006, C. 132].

B tpexoxoHHOM MeToie HeoOxoaumo 3anucath Tpu DDPIIOM-u3o0pakeHus: 1Ba IpeIKpaeBbIX
nzobpaxenus (l1 u l2) u ogHo moctkpaeBoe nzodpaxkenue (I3) (cM. puc. 2 0). 3aTeM UHTEHCUBHOCTb

(oHa annpoKCUMHUPYIOT CTENIEHHON QyHKIMEN coriacHo cienyromuiel hopmyie:
lo =CXE™", (2

rae lo — uHTeHcuBHOCTH (poHA, C U I — MmapameTphl, PACCYMTAHHBIE UCXOJS U3 MPEIKPACBBIX

n300paxeHui.

Takum 0O6pazoM, pacCUYUTHIBAIOT HHTEHCUBHOCTH (poHA | HA TOCTKPAEBOM y4acTKe CIIEKTpa (CM.
puc. 2 6). YToObI MOJYYUTh YUCTHIN CHUTHAI HHTEpeCyroiero siaeMenta lc (X,y) Wit KaxkI0ro MUKCest
KapThl ¢ KoopauHaTamu (X,Y), M3 MOCTKpaeBoro u3obpaxenus l3 (X,y) BbrumTaercss (OH COTIACHO

cnenytomei hopmyie:

IC (x,y)= 13 (x,y)— ICD (X,y), (3)

rae lc (X,y) — pe3yabTUpyIOlas MHTCHCUBHOCTh CHUTHAJIA MHTEPECYIONIErO 3JICMEHTa JIs
MUKCENsI KapThl ¢ KoopauHaTamu (X,y), |3 (X,y) — HMHTCHCHBHOCTH 3TOTO IMHKCEIsI B MOCTKPACBOM

I/I306pa}KCHI/II/I, lo — MHTEHCUBHOCTH (bOHa, pacCUuTaHHasA Il AaHHOTI'O ITUKCECIIA.

Pe3ynpTupyroias HHTCHCHBHOCTh CUTHAJIA HHTEPECYIOIEro seMenTa Ic (X,Y) B TPEXOKOHHOM
METO/Ie TIOKa3bIBaeT JBYMEPHOE paclpeiielieHue YHMCTOr0 CUTHAlla OT MHTEPECYIOIIEro 3JeMEHTa H,
TaKUM 00pa3oM, JaeT KOJMYECTBEHHYI0 HH(OpMAIMIO O COACp)KaHWU AaHHOTrO 3eMeHTa [CuHO,
Omkasa, 2006, C. 132]. OgHako AaHHBIA METOJX HE JIMIIEH HEIOCTATKOB: DJJIEMEHTHBIC KapThl,
paccuMTaHHblE TaKUM METOJOM, COJIEp)KaT BBICOKMW YpPOBEHb IIyMa H3-3a MPOBOAUMOMU

AIlIIPpOKCUMAIM U BBIYUCIICHUS IBYX KOHCTAHT.
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3.2. CTpPYKTYpa KJIETOK OKCUTeHHBIX (JOTOABTOTPOPHBIX MUKPOOPIraHU3MOB
K  OOHOKIETOYHBIM OKCHUTE€HHBIM  (DOTOABTOTPO(HBIM  MHUKPOOPraHU3MaM  OTHOCSTCS
MPOKAPHOTHYUECKUE IMAHOOAKTEPHH U 3YKapUOTUYECKHE MUKPOBOIOpOCH. Huxke KpaTko paccMoTpuM
YIBTPACTPYKTYPHYIO OPTaHHU3ALUI0 KIETOK 3TUX MUKPOOPIaHU3MOB U €€ U3MEHEHUs IIPU OTCYTCTBUHU

azora u pocdopa B cpene.

3.2.1. YabTpacTpyKTypHasi Opranu3anus KJIeTOK [HaAHO0AKTepHii 1 MUKPOBOI0POCJIei

OO0mmas cxeMa yabTpacTPYKTYPHOU OpraHU3aIuy [IHAHOOAKTEpUi TIPEICTaBICHA Ha pHC. 3.

Kak y Bcex mpokapuoTt, y muaHo6akTepuii HeT ogopmiieHHOTO siapa: reHomHas JIHK y Hux
pacrosioKeHa HEeMOCPEJACTBEHHO B IIUTO30JIe B 30HE TaK Ha3biBaeMoro Hykieouaa (puc. 3). Psgom c

30HO# HYKJICOHU 1A JIOKATM3YIOTCS CKOTUIEHHsI prbocoM (puc. 3).

[uanoOakrepun TaKxke, Kak W APyrue MPOKAPUOTUYECKUE MHUKPOOPraHU3MbI, HE HMEIOT
MeM6paHHI)IX OpraHonaos, 3a HNCKIHOYCHUEM IINIOCKHUX MeM6paHHLIX «OUCTCPpH» —
(hOTOCHHTE3UPYIOMKNX TUIIAKOUIOB, MEMOpPAHBI KOTOPBIX MOKPHITH OCITKOBBIMU CBETOCOOMPAOIITMMHI
KoMIuTekcaMu — (pukoounucomamu (puc. 3). KimroueBoit pepMEHT TEMHOBBIX peakiinii pOTOCHHTE3a —
dbepment pudynozodbuchocdarkapObokcmiiaza — JOKAIM30BAH Yy IHAHOOAKTEPH B MHOTOTPAHHBIX
OJTHOCJIOMHBIX OEJIKOBBIX TellaxX MOaMdApHUecKoit Gopmel — kapbokcucomax (puc. 3) [Allen, 1984].
OTBeyarolye 3a IIaBy4eCTh KJIETOK ra3oBble BE3MKYIbI (pHc. 3) y IUAHOOAKTEPH HE SBISIOTCS
MEMOpaHHBIMH OpPraHOMAMH, TIOCKOJIBKY MPEACTABIISIOT COOO0M HATIOJIHEHHBIC BO3yXOM CTPYKTYPHI,

000J109Ka KOTOPBIX cOCTOUT u3 Oenkos [Walsby, 1994].

K yri€poJ-3amnacaroimmuM KOMIIAPpTMCHTaM KJIIETOK HHaHO6aKTepHﬁ OTHOCATCA O-T'PaHYJIbI

TJIMKOTCHA, JIMMUAHBIC 3-TpaHyiibl, U rpanyisl moiu-(R)-3-ruapokcudyrupara (I1I'B) (puc. 3).

]_II/IaHO6aKTCpI/II/I OTHOCATCA K TI'paMOTpHULATCIbHBIM 6aKTepI/I${MZ X KICTKH HUMCIOT
MHOFOCHOﬁHym KIICTOYHYHKO CTCHKY, PACIIOJIOKCHHYIO CHApPYKU IUTOILIa3MaTHYECKOM MeM6paHbI u
COCTOAIIYHO H3 MNEITHAOTIMKAHOBOI'O CJIOA, HNEPUINIAa3MaTHUYCCKOro IPOCTPpaHCTBA U Hapy>KH0171
MeM6paHI>I (pI/IC 3) Ha MOBEPXHOCTU KJIICTOYHBIX CTCHOK MHOI'HMX I_II/IaHO6aKTepI/II71 BBIABJIAIOTCA

Pa3HO00pa3HbIe CTPYKTYPhI TAKUE, KaK LIXIIBI, MUK ¥ IOBEPXHOCTHBIN S-cioii (puc. 3, [baynuna, 2010,

C. 19]).

B knerkax 1umaHoOakrepuii ¢yHKUuIO pe3epBoB ¢ocdopa M a30Ta  OCYIIECTBISAIOT
pacnofnioxkeHHbie B 1uTo3oie nomudocharasie GoC-prmouenus (cM. pasaen 3.3) u AC-BKIIOYCHHS

(unaHOGUIMHOBBIE TPAHYIbI, CM. pasnen 3.4.2), COOTBETCTBEHHO (puc. 3).
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Puc. 3 O6mas cxema ynbTpacTpyKTypHOH OpraHM3alliy BEreTaTMBHOM KIIETKH LUAHOOAKTEpUM Ha
cpesze. ACB — a3oTcojepikaliee BKIOUeHHE (IMaHO(GUIIMHOBAs TPaHya), o0 — O-TpaHyJibl IIIMKOI'eHa,
B — nunuaHas B-rpaHyna BBICOKON 3JEKTPOHHOW IUIOTHOCTH, I'B — rasoBble Be3MKYIIbl, UMEIOILUE
OenkoByto  obosouky, Ka —  kapOokcucoma  (monmsapalibHOE — Telo,  coJeprKallee
pubynosoduchocharkapookcuiasy), KC — kierounas crenka, MT — memOpana tunakounna, H — 30Ha
Hykieonsa, HM — HapyxHas MmemOpana, IIr — nentuaoriaukaHoBslit cioit, [Ir6 — rpanyna nosu-(R)-
3-runpokcudyrupara, I1u — mumy, III1 — nepuniazmaTryeckoe nNpocTpaHcTBo, P — pubocomsr, T —
tunakouapl, 11 — nurozons, LIIIM — nuronnasmaruyeckas memOpana, U — yexoin, @ — ¢pukobuincoma,
OCB — dochopconepxaiiee nonudocdarnoe BxnoueHue, [ — mumbl, S — TOBEpXHOCTHBINA S-croi
(amantupoano u3 [baynuna, 2010, C. 19])

MI/IKpOBO,[[OpOCJ'II/I, B OTJIMYHUC OT HHaHO6aKTCpHﬁ, OTHOCATCA K 9YKaApUOTUYCCKUM OpraHu3Mam.

Hx xneTku COACPIKAT XAPAKTCPHBIC IJId OYKAPHUOTHUUYCCKUX KIICTOK MeM6paHHLIe CTPYKTYPBI: AApO,
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BaKyoJi, anmnapart ['0Jib/KH, SHIOIUIa3MaTUYECKUI PETUKYIYM U MUTOXOHApuU (puc. 4). CHapyXu OT
LUTOIIA3MATUYECKOM MeMOpaHbl KJIETKM MHUKDPOBOJOPOCIEH OKPYKEHbl KJIETOYHOH CTEHKOM,

COCTOSIILIEH U3 TOJIMCaXapyuIOB U MEKTHHOBBIX BelecTB [[lopOyHoBa, 1991, C.17-18].

KieTkn 3enmeHbIX MUKPOBOJOPOCIEH COJNEp)KAT OKPYKEHHBIC JBYXMEMOpaHHOW 000JI0YKOM
(OTOCHHTE3UPYIOLINE TUIACTHBI — XJIOpOIUIacThl (puc. 4). XIJIopoIuiacThl BKIIIOYAIOT YIUIOMICHHBIC
MEMOpaHHBIE «MEIIOYKW» — THJIAKOUBI, COJAepIKalIue XJIopodiul U KapOTHHOUABI. B Xjoporuiacte
MHKPOBOJIOPOCIIEH TaKKe BBIABIAIOTCS CIEAYIONINE CTPYKTYpHl (pUC. 4): MUPEHOU, SBISIOUTUNCS
MECTOM JIoKaiu3anuu pudyno3zoduchocharkapOOKcuia3pl; KpaxMajabHbIE 3€pHA, MPEACTABIISIONTNE
coOOW 3amacHOW TPOAYKT Ul XpaHEHHS W3JIUIIKOB (POTOACCUMIUTUPOBAHHOTO YIIEpoaa; W
IJ1acTOrNIOOYNIbl —  YIJIEpOJ-3aMacaroliue JHUMNHUIHBIE TJ00yabl BHYTPH XJIOpOIUIacTa. YTIJIEepoa-

3aTacarolIye JIIUIHBIE TII00YITbl MUKPOBOJIOPOCIIEH TaKKe JIOKATU3YIOTCS U B IITO3071€ (pHC. 4).

OYHKIMIO OCHOBHBIX BHYTPUKIIETOUHBIX pe3epBOB (ochopa B MUKPOBOIOPOCIISIX BBITIOTHSIOT
nomudochataeie DoC-prmouenus (puc. 4, cMm. pasznen 3.3), KOTOPBIE JOKATU3YIOTCS B Pa3IMUHBIX
KJICTOYHBIX KOMITAPTMEHTAX, TaKWX KakK IMTO30Jb, BaKyoJH, XjoporuiacT, supo [Hase et al., 1963;

Vorisek, Zachleder, 1984].

Jlns HeKOTOPBIX BHIOB MUKpoBogopocieii [DeSa, Hastings, 1968; Fogel et al., 1972; Clode et
al., 2009; Kopp et al., 2013; Moudiikova et al., 2017a] 66110 OKa3aHO, YTO B BAKYOJISIX UX KJICTOK MOT'YT
nakarunBatbcst AC-BmoucHus (puc. 4). Ykazanusie AC-BKIIOYEHHS MOXHO pacCMaTpHBaTh B

KauyeCcTBE MOTEHIUAIbHBIX BHYTPUKIETOYHBIX pe3€pBOB a30Ta (cM. pazzaen 3.4.3).
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Knetka mukposogopocnu

Puc. 4 O6mas cxema yabTpacTpyKTYPHOH OpraHM3alliu KJIETKU 3€JI€HOM MUKPOBOJIOPOCIH Ha cpese.
AI' — Annapar I'onsmxu, ACB — a3zorconepskaniee BkitoueHue, B — Bakyons, K3 — kpaxmanbHoe
3epHo (B xnopomacte), KC — knerounas crenka, JII' — nunuanas rnodyna, M — mutoxonapuu, OX —
obosouka xmoporiacta (aByxmemOpannasi), I[1 — nupenous (B xmopomnacte), IIr — mnactornobymna
(=munuanas rinoOyma B xnoporutacte), P — pubocomsr, T — Tumakounsl xnopomiacta, PCB —
docdopconepxkamiee Bmouenue, I — nurozons, HIIM — murtomnazmatudeckas MeMmOpana, OP —
9HJIOTUTa3MaTHYECKUI peTUKYIyM, S — siipo (amanTupoBaHo u3 [['opOyHoBa, 1991, C.40])
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3.2.2. MW3MeHeHMAA B YJbTPACTPYKTYPHOH OpraHu3aluu MHMKPOBOAOPOC]IEH H
nMaHoO0aKTepuii IPH HAJUYMHU M OTCYTCTBHH a30Ta U (pocdopa B cpeae Ky 1bTHBHPOBAHUS

[{uanoGaxkTepuu 1Mo CpaBHEHUIO ¢ OOJIBIIMHCTBOM KJIETOK 3YKApUOTUYECKUX MUKPOOPTaHH3MOB
00JaaloT MEHee COBEPIICHHOW CHCTEMOW TOMeocTa3a, HO BMECTe C HEH 3HAYUTEeNBHO Ooliee
BBIPDAKEHHOW CIIOCOOHOCTBIO OBICTpPO IepecTpauBaThbCsl (CTPYKTYPHO UM METabOJIMuYecKd) B
M3MEHMBIIMXCS YCIOBHAX MecrooOutanus [baynuna, 2010, C. 11]. AnantaiuoHHbIE BO3MOKHOCTH
[IUAHOOAKTEPHA SPKO BBIPAKAIOTCS B 3HAYUTEIBHBIX M3MEHEHHUSX WX YIBTPACTPYKTYPHl TIpU
KYJIbTUBHPOBAHUU B PA3JIMUHBIX YCIOBUAX (TIPU FOJI0JaHUU IO MAKPO- UM MUKPO3JIEMEHTaM, Ha IPKOM

CBETY, B TEMHOTE U JIp.), TO €CTh B TaK Ha3bIBAEMOH YIbTPACTPYKTYPHOU MJIACTUYHOCTH LIMAHOOAKTEpU I

[baynuna, 2010, c. 12-14].

[Ipu KxyapTUBHpPOBAHMM IMAaHOOAKTEpHM B cpene, neduiuTHO mo docdopy aubO a3oTy, B
KJIeTKax HaOroAaeTcs o01ee CHIKEHNE CKOPOCTH CHHTEe3a OeNIKOB (CHIKEHHE KOJIM4ecTBa pudocoM),
Jerpajays THIAKOUI0B, (GOPMHUPOBAHHME JHMIUAHBIX B-TpaHyl M WHTEHCHBHOE aKKyMYJIHPOBaHHE
OTIpe/ieIeHHBIX BHYTPHKIIETOUHBIX BKItoucHuit [Jensen, Sicko, 1974; Allen, 1984; Schwarz,
Forchhammer, 2005]. Tlpu ronoaanuu o Gochopy K aKKyMyJIUPYIOIUMCS BKIFOUSHHUSM OTHOCSTCS
AC-BxitoueHus (IIMaHO(UITMHOBBIE TPaHYJIbI), IPU TOJOJAaHUU MO a3oTy — mnosmdocharasie DoC-
BkioyeHus [Jensen, Sicko, 1974; Barlow et al., 1979; Allen, 1984]. Ilpu 3TOM mpH TOJIOJAHHH IO
dbochopy u3 kiaerok ucuesaroT PoC-BKIIOUEHHS, a IPH ToJI0AaHuH 1Mo a30Ty — AC-kmoucHus [Allen,

1984].

[Ipu BoccTanoBneHuu (pochopHOro WM A30THOTO NMHUTAaHUSA HabIoaeTcs oOpaTHas KapTHUHA
yABTPACTPYKTYPHBIX pEOpraHU3alluii  KIETOK I[MaHOOAaKTepui: mocie J00aBieHHUS B Cpeay
NeUIUTHOTO 3JIEMEHTa B KJIeTKaX HaunHarT ¢opmupoBaThess PoC- (cm. pasmen 3.3.3) wim AC-

BKIIIOYEHHs, COOTBETCTBEHHO [Jensen, Sicko, 1974; Allen, 1984].

VYIIbTpacTpyKTypHasE PpEOpPraHu3alus KIETOK 3YKapUOTHYECKHMX MHUKPOBOJOPOCIECH IpHU
TOJIOZIAHUU 110 a30Ty U Gochopy B OOIIUX YepTax CX0Ka C PeOpraHu3alueil B KIIeTKaxX IHaHOO0AKTePHId,
XOTS UX U3MEHECHHE YIbTPACTPYKTYPBI HE BHINJISIUT HACTOJIBKO 3HAYUTEIBHBIM, KaK Y IIMaHOOAKTEPUI
[baymuna, 2010, C. 11]. Ilpu romomanuu mo azoty nubo Qocdhopy B KiIeTKaX MHKPOBOAOPOCIEH
MPOKMCXOJUT aKKyMYJIHUPOBAHUE YIJIEPO-3aMacaroliuX CTPYKTYp (KpaxMalbHBIX 3€peH H/WiH
munuanaeix r00ysn) [Grobbelaar, 2004; Pribyl et al., 2014; Vitova et al, 2015], a Ttakxe
KOHTpOJIUpyeMasi Jerpajaius THIAKOUIO0B B XJIOPOILIACTE, KOTOpask COMPOBOXKIAACTCS YMECHBIICHHEM
obmeit tuomanu xioporulacta B kierkax [Gorelova et al., 2015; 2018]. Kpome Toro, B
MHUKPOBOAOPOCIISX TIPH a30THOM TOJIOJJAHUU TPOUCXOAUT YBEIUYCHHE TOJIHHBI KJIICTOYHOM CTEHKH 32

CUeT YTOJIIEeHus mosimcaxapuanoro cios [Gorelova et al., 2015].
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[Ipu KynbTUBHPOBAHUN MUKPOBOO0pOCIeil B OechochopHoii cpene pesepsbl hocdopa — DoC-
BKIIIOUYCHUS — MeTabou3upyrorcs kierkamu [Adamec et al., 1979; Vorisek, Zachleder, 1984; Nishikawa
et al., 2006], a mpu BoccranoBienun pochopHoro nuranusi — BHOBb HakaruuBatorcs [Nishikawa et al.,

2006; Yagisawa et al., 2016] (moapo6uee cMm. pasaen 3.3.3).

Ha mHacrosmmii MOMEHT B JuUTepaType HET JaHHbIX O JuHamuke AC-BKIIOYEHHH
MHKPOBOJIOPOCIIEHN NPU A30THOM T'OJIOAAHUM U IIPU BOCCTAHOBJIEHUM A30THOIO IIUTAHUSA, a TAKXKE IIPU
dochopHOM TrONOTAHMM, TIOATOMY NAHHBIE BKIIOUEHHS MOXHO pPAacCMaTpUBATh JIHIIb B KadeCTBE

MOTEHIIMATFHBIX BHYTPUKJIETOUHBIX PE3€PBOB a30Ta (moapodHee cM. pazaen 3.4.3).

3.3. BuyTpukJiierouHble pe3epBbl ¢pocdopa HHAHOGAKTEPHIT 1 MUKPOBOIOPOCJIEH

3.3.1. IoaudochaTHbie BKIKWYEHUSI B KaUueCTBe BHYTPHKJIETOYHBIX pe3epBoB ¢docdopa

®dochop sABASETCS OOHMUM M3  KIFOYEBBIX  MAaKpODJIEMEHTOB, HEOOXOJUMBIX  JUIS
(YHKIITMOHUPOBAHUS JKHBBIX OPTaHU3MOB: OH BXOJHT B COCTaB BaKHEHUITUX COCAMHCHHN, TAaKUX Kak
HYKJIEHHOBBIE KUCIOTB, AT® u dochommmnuapl, ¥ WUrpaeT KIOYCBYIO POJIb B JHEPreTHYCCKHUX
nporeccax kiaetku [Lehninger et al., 2000, P. 23, 51, 280, 487]. ®ocdop B KaeTKax MEKPOBOIOPOCICH
Y IT1aHOOAKTEPUIT MOKET HaKaIuIMBaThCs B Bue Gocdopcoaepxaniux BkiroueHuid (PoC-BKIIOYCHUI ),
KOTOPBIE B OCHOBHOM TIPEACTaBJISAIOT co0oit monmdpocharusie Brmodenus [Kuhl, 1974; Allen, 1984;

Nishikawa et al., 2006].

[Monudocdarsr umerot 061y hopmyiny Mn+2)PnOgan+1) [Kulaev et al., 2004, P. 5]: ux anuoHsI
NPEJCTABIIAIOT COOOM IEMOYKH, B KOTOPBIX KaXIbli aToM (ocdopa CBA3aH ¢ KaXIBIM COCEIHUM
aromoM (ochopa yepe3 atoM KUCIOpoja, 00pasys TakuM 0Opa3oM JIMHEHHYIO HEPa3BETBICHHYIO
CTPYKTYpPY (CM. pHc. 5). AHHOHBI OJU(POCHATOB MOTYT 0OPA30BBIBATH KOMIUIEKCHI C IBYXBaJEHTHBIMU
KaTHOHaMH, TakuMu kak Ca?*, Mg?*, Zn?" [Kulaev et al., 2004, P. 45-46].

(0) (0] 8] (0]
mM—0—P—0—P—0—P—0O0—"—P—0—M

I I I I
oM oM oM OM

Puc. 5. Crpykrypa nonudocdaTHoii menu, B Kotopoii M — npoton H* min oHOBaICHTHBIIH
karnon metaina (K, Na*) (u3 [Kulaev et al., 2004, P. 5])

HOJ’II/I(bOC(baTHLIC BKIIIOYCHUS B KIICTKAX MI/IKpOBOI[OpOCJIeﬁ n HI/IaHO6aKTepI/Iﬁ SABJIAIOTCA OCIIO

JUIsl BHYTPUKJIETOYHBIX pe3epBoB (ocopa: B ciaydae HeA0CTaTKa JOCTYTHOTO docdopa B cpelie JaHHbIe
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MV

BKIIIOYCHHUS KJIETKON Metabommsupyrotes [Adamec et al., 1979; Allen, 1984; Vorisek, Zachleder, 1984;
Nishikawa et al., 2006], a B cityuae u30ObIiTKa, Ha00OpOT, akkymynupytotcs [Allen, 1984; Powell et al.,
2008; 2009]. 3amacanue ¢ochopa B Bume noimdocdaToB XapakTepHO I MHOTHUX BHJIOB
[IMaHOOAKTEePHUH M SYKAPUOTUYECKUX MHUKPOBOJOPOCIEH, XOTs Ul HEKOTOPBIX BHJIOB CIIOCOOHOCTH K

obpazoBanuio nosmpocdaror Tak U He ObuTa okazana [Cembella et al., 1984].

[Toxazana rereporeHHOCTh MOM(ochaToB B  MHKPOBOJOPOCISIX H  I[HAHOOAKTEPHSX,
3aKIJTFOYAIONIASCS B HX PA3IUYHON PACTBOPUMOCTH U, TIO-BHIUMOMY, B Pa3IMYHON (YHKIIMOHATHHOCTH.
B pabotax Miyachi ¢ coaropamu [Miyachi, Miyachi, 1961; Miyachi, Tamiya, 1961a; 1961b; Miyachi
et al., 1964] onwmcansl yetbipe ¢paknuu noiudocdaroB B mukpoBogopociasx: A, B, C u D. Kaxnas
¢dpakuus nonudocdaros siBasieTcss JoHOPOoM docdopa IsT KOHKPETHOTO METa0O0JIMUeCKOro MyTH B
3aBUCHMOCTH OT OCBEHICHHOCTH W (pa3bl KIETOYHOTO IUKIA. B CHHXPOHHBIX KyJIbTypax B TEUCHHE
YKU3HEHHOTO ITMKJIa MHUKPOBOJOPOCIICH TOTJIONIaeMble U3 cpeibl HeopraHudeckue (ocdaTsl cHavaza
obHapyxuBatorcs B noiudocdarax ¢ppaxmuu C, 3arem B nonudocdarax Gppakiun A, HyKICOTHIAX U B
JHK [Miyachi, Tamiya, 196la]. ®pakuuu nomudpocharor A u C mpeactaBiasioT coboit Oosee
JOCTYITHBIE KUCIIOTO-PaCTBOPUMBIE (QpaKIiK MoJI(ochaToB, KOTOPHIC aKKYMYJTUPYIOTCS Ha CBETY MPH
n30bITKE Heopranuueckoro (ocdara B cpene. AkkymynupoBanue (ppakmuit A 1 C B 3HaYNUTEIHHOU
CTETNIEHHU 3aBUCHUT OT MHTCHCUBHOCTH ()OTOCHHTE3a. Y Ka3aHHbIE (PpaKInu SBISIIOTCS ToHOpaMHu docdaTa
s JIHK u 6enxos [Miyachi, Miyachi, 1961]. Buocuntes u aerpamamust meI0YHOPaACTBOPUMBIX, HE
pacTBOPUMBIX B KUCIOTE TotH(ocaTHbix Gpakiuii B u D 3aBUCIT OT APYriuX KCTOYHUKOB SHEPTUH, a
He OoT ¢orocuHTe3a. Ppakiuu B 1 D SBISIOTCS SHIOTEHHBIMU UCTOYHHMKaMU (ocdara, KOTOpbIC
UCTOJB3YIOTCS B OTCYTCTBHE BHEIIHUX HCTOYHUKOB (ocdopa. Hammume KuUCIOTO-pacTBOPHUMON U
IEJI0OYHOPACTBOPUMOH (=HE pacTBOPUMOU B KucoTe) ppakmuii monudocdaroB Takke ObLIO TTOKa3aHO

u as nrano6akrepuit [Grillo, Gibson, 1979].

Huxe Oynyr paccMoTpeHbl myTd MeTabonu3ma mnoiudocdaroB B MHUAHOOAKTEPUSX U B

MHUKPOBOJOPOCIIAX.

3.3.2. IlyTn 6uocuHTe3a U katadoau3Ma noamdpocdaron

Ha puc. 6 mnpezacraBieHa o0oOmieHHas cxema MeTabosm3Ma mnosinpocdaToB B KIETKax
MHUKpOBOJIOpociiell U 1naHobakrepuil. B ocHOBHOM, (epMeHTHl LMaHOOAKTEpHi, y4acTBYIOIIHE B
CHHTe3€ U KaTabonusme nonudocdaros, u3ydeHsl 60s1ee mopooHo, yeM pepMEeHTbI FYKapUOTUIECKUX
mukpoBogopocieir [Dyhrman, 2016, P. 162]. Huxke paccMOTpUM OCHOBHBIE CTaJHH METa0OIH3Ma

nosdocdaToB y 06eux rpyrin MUKPOOPTaHU3MOB MOApOOHEE.
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B oTHOIIEHMH IOCTYIHOCTH JUIS JKMBBIX OPraHM3MOB coeluHEeHHs (ochopa B OKPYKAIOLICH
cpene AemnsATcs Ha JBE TPYMIbI: OMOJOCTYMHbIE WM HebuomoctymHble. K mpocTsiM OMOIOCTYIHBIM
dbopmMaMm OTHOCHTCS Heopranudeckwii ¢ochar (cm. puc. 6), KOTOPbIE MHKPOBOIAOPOCITH H
[IMaHOOAKTEePHHU CIIOCOOHBI TPAHCIIOPTHPOBATh U3 CPellbl B KIETKY B Henm3MeHHOM Buje [Atlas et al.,
1976; Dignum et al., 2005]. K HeopranuueckuM ¢ocdaraMm OTHOCATCS aHHOHBI OpTOhoCchHOpHOit
kucioTsr: pocpar PO+, rumpodocdar HPOs* u aurumpodocdar H,POs~. Bonee cnoxkubie GopMbl
ouonoctymHoro (ocdopa, BKIOYAIONINE PACTBOPEHHBINM opranndeckuii gocdop (dissolved organic
phosphorus = DOP), pasnaratotcs 10 Heopranudeckoro ¢ocdara 1oja — JACUCTBHEM
CHeIMaTU3UPOBAHHBIX (epMeHTOB — ¢ocdaTas, acCCOIUUPOBAHHBIX C KJIETOYHOM CTEHKOW WU
CEKPETHPYEeMBIX KJIeTKaMHu B cpeny (cMm. puc. 6, peakmmst Nel). OmHUMH W3 BaXXKHEWIIUX Cpeau

yYKa3aHHBIX (PEpPMEHTOB Y MUKPOBOAOPOCIEH U InaHOOAKTEPH SIBJIAIOTCS 1IeN0YHbIE (ochaTazbl.

PacTBOpeHHbI

opraHu4ecKuit Monudocdartbl
docdop 5
1 l a4
2 HyknenHosble
3 KMUCNOTbI,
0]

H —._) ¢, —> ATO ———> dochonnnuabl
Is v ap.
6
no,

CHapy:Xu1 KneTku T BHYTpU Knetku

LM

Puc. 6 OOGoOmeHnHas cxema Merabonm3Mma mosmdocdaToB B KIETKaX MHKPOBOJOPOCICH H
nuaHoOakTepuii. Uuciia Ha pUCyHKE COOTBETCTBYIOT CiedyronmM (epmeHTam: 1 — BHEKICTOYHBIC
docdaraser, 2 — cucrema TpaHcopra HeopraHumdeckoro ¢ocdara, 3 — ATD-cunTaza, 4 —
noudocdar-kuHaza, nonudocdar-noaumepasa, 5 — nonaudocdaraza, 6 — nupodocdaraza. Oy —
Heorpanuueckui pocdar, 1D, — nmupodocdar, IM — nuromnazmaruyeckas memOpana. Hapyxnas
MeMOpaHa KJICTOYHON CTEHKH NuaHoOakTepuil He wusobpaxkena (u3 [Dignum et al., 2005] c
HM3MEHEHUSIMH )

[lenounsie docdaTtaszpl ABISAIOTCS OJHUMHU U3 HAaUOOJEE XOPOIIO H3YYEHHBIX (HepMEHTOB,
UCIOJIb3YeMBbIX I[MaHOOAKTEPUSMHU [UIS THIPOJHM3a COCIWHEHUN pPACTBOPEHHOTO OPraHMYeCKOro
docdopa. YkazanHbie (PePMEHTHI KATATU3UPYIOT PEAKIIMIO OTIIEIUICHUsI Heopranuueckoro gocgara ot
coenuHeHuil ¢ (docPomoHodpupHBIMU CBsi3simu. lllenounsie docdaTtaszpl 1MaHOOAKTEPHA — 3TO
paszHooOpa3Has rpymnma docdaras, KOTOpble KOJAUPYIOTCS OONBIIUM KOTUYECTBOM Pa3IMYHBIX T'€HOB

[Scanlan et al., 2009]. B MHOrOYHCIEHHBIX MCCIECAOBAHHUAX MOKa3aHO, YTO JKCIPECCHs yKa3aHHBIX
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(bepMeHTOB OOBIYHO 3HAYUTEIIHHO YBCIMYHUBACTCA IIPU HHU3KOM COACPIKAHHMKU HCOPraHUYCCKOI'O

docdara B cpene [cM. cooTBeTCTBYIOIIKE CChUIKH B 0030pe Dyhrman, 2016, P. 162].

[lo cpaBHEHMIO C LHMAHOOAKTEPHSIMH, TEHbI MIETOYHBIX (ocdara3 W KOOUPYyEeMbIE HUMHU
docdarazbl y MUKPOBOJOPOCICH H3ydeHBI €11a00. M3BECTHBI TOJIBKO TPU BBIICICHHBIC, OUHIICHHBIC 1
oXapakTepu30BaHHbIC MIeNouYHbIe (ocdarassl MUKpOBOgOpocieii, cpean kotopeix Chlamydomonas
reinhardtii [Quisel et al., 1996], Prorocentrum minimum (= Prorocentrum cordatum) [Dyhrman,
Palenik, 1997] u Emiliania huxleyi [Xu et al., 2006]. s 1Byx mpemoiaraeMbIX MeI04HbIX pocdaras
auatoMoBo# Bojopociau Thalassiosira pseudonana [Dyhrman et al., 2012] u nenaroguToBoi
Bozopociu Aureococcus anophagefferens [Wurch et al., 2011], BbIABACHHBIX B TPaHCKPHUIITOMAX
COOTBETCTBYIOIIMX MHKPOBOJOPOCIICH, MOKa3aHO, YTO MX OJKCIpECcCHs, KaKk M y I[MaHOOaKTepui,

YBEITUYUBAETCS MTPU HU3KOM COJIep>KaHUHM Heopranudeckoro gocdara B cpere.

B renomax mnmaHoOaktepuii ObUTM HAWIEHBI T€HBI CEKPETUPYEMBIX KHUCIBIX (ocdaras, Tak
Ha3bIBaEMbIX MYypIypHBIX KHUCIbIX (ocdaras [Schenk et al., 2000; Yeung et al., 2009]. ITypnypHbie
kucible (ocdara3pl y9acTBYIOT B pacuieruieHnn (GpocorhupHbIX CBsI3el pa3IWyYHBIX CyOCTpaTOB M
OTIMYAIOTCS OT Apyrux (ocdaraz KUCIbIM pH-ONTHMyMOM M XapakTepHBIM (PHOJIETOBBIM IIBETOM
[Yeung et al., 2009]. Xapakrepuslii BeT Gocdarasz 00yCIOBICH IIEPSHOCOM 3apsaa C TAPO3MHA Ha aTOM
metamta ¢ BanentHocteio |l (Fe, Mn wim Zn) B aktuBHOM 1eHTpe (hepmenta [Schenk et al., 1999].
VYkazanuele (ocdarazpl nmuaHOOAKTEPUIT HMEIOT BBICOKYIO CTETIEHb TOMOJIOTHH C IYPITYpHBIMH
kucibpiMu (ochartazamu pactennii 1 Miekonutaommx [Schenk et al., 2000]. B MHOroYucieHHBIX
UCCIIC/IOBAaHUSAX IIOKA3aHO, 4YTO Yy PACTCHHWH JaHHBIE CeKpeTupyeMbie QocdaTa3bl NPHHUMAIOT
HETNOCPEJICTBCHHOE ydYacTHe B OTIICIUICHUH HeopraHmdeckoro ¢ocdara OT OpraHuvecKux
dbochopcoaepxkax COeAMHEHUI B MOYBE [CM. COOTBETCTBYIOIIME CChLIKH B 0030pe Schenk et al.,
2013, P. 474]. B reHoMax HEKOTOPBIX 3€JECHBIX MUKPOBOJIOPOCIEH TaK)Ke ObLIM aHHOTHPOBAHBI I'€HBI
nyprnypHbIX KuCibix (ocdartas, a mMeHHo, B reHomax wmukpoBojgopocieir Chlorella sorokiniana
(GenBank ID: PRW60148.1) [Arriola et al., 2018], Micractinium conductrix (GenBank ID:
PSC73849.1) [Arriola et al., 2018] u Chlorella variabilis (GenBank ID: XP_005845616.1) [Blanc et al.,
2010].

Ilornomenue HEOPraHNn4CCKOro (1)00(1)aTa KIICTKaMU OCYHICCTBJIACTCA C IOMOIIBIO CIICIIUAJIBHBIX
(I)OC(I)aTHLIX TPAHCIIOPTCPOB, PACIIOJIOKCHHLBIX B LIUTOIIa3MaTHYECKOI MeM6paHe KJICTOK (CM. puc. 6,

peakuus Ne2); ux Tum u oobusare B MeMOpaHe BIUAIOT Ha KUHETHKY MOTJIONIEHHs cyOcTpaTa.

VY numano6akTepHii TpaHCIIOPTUPOBKA Yepe3 HApYKHIOI MeMOpaHy (Ha puc. 6 He nzoOpaxkeHa)
HEopraHu4eckoro (ocdara 1 HEKOTOPHIX OpraHudecKuX hochopcoaepiKalix COeTMHEHUH, TAKUX KaK

B-rmunepodocdar u rimoko30-6-gocdar, obecrneunBaeTcs MOPOOOPA3YIOMIUMH  TPAHCIIOPTHBHIMU
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CHCTEeMaMU — TIOPUHAMH, PaCIOJIOKCHHBIMH HEIOCPEACTBEHHO B HapykHeil MemOpane [Hoiczyk,
Hansel, 2000; Reistetter et al., 2013]. PacmosoxxeHHbIE B IUTOIUIA3MAaTHYECKON MeMOpaHe
nuaHoOakTepuil GocdaTHble TpaHCIOPTEPHI PA3ACIAOT MO apPUHHOCTH K MEPEHOCHMOMY depe3
MeMOpaHy (ocdaTy Ha HU3KOCKOPOCTHBIC BBICOKOA((GUHHBIC ¥ BEICOKOCKOPOCTHBIE HU3KOA(P(PUHHBIE
TpaHcrnoprepsl. KaxkIplii U3 THIIOB TPAHCHIOPTEPOB aKTMBUPYETCS] B 3aBUCHMMOCTH OT HAJIUYHUS JIHOO
orcyrcTBus pochopa B cpene. AKTuBanus cucTeMbl (ochaTHBIX TPAHCTIOPTEPOB BHICOKOH ahy(PUHHOCTH
MIPOMCXOIUT TIpU rojoaanuu mo dochopy (mokasano st ranodaktepuu Synechococcus sp. [Donald
et al., 1997], s BeicokoadduuubIx TpancmoptepoB PhOA, pstS mmanoGakrepuu Prochlorococcus
MEDA4 [Reistetter et al., 2013] u a5 BeicokoadburHOTO TpaHcmopTepa PstS2 Synechocystis sp. [Pitt et
al., 2010]). AxrtuBauusi cuctembl (ochaTHBIX TpaHCIOPTEPOB HHU3KON adOUHHOCTH, HANPOTUB,
MPOUCXOAUT TPU HAJUYUH JIOCTATOUYHOTO KojudectBa ¢ocdopa B cpeae (mokazaHO IS

nuskoadurHOTO TpaHcmoptTepa PstS1 Synechocystis sp. [Pitt et al., 2010]).

OOBIYHO B T€HOMAX dYKaPHOTHYECKUX MUKPOBOIOPOCIIEH BHISBISETCS MHOKECTBO (poChaTHBIX
TPaHCIIOPTEPOB, KOTOPHIE MMEIOT BBICOKYIO CTEIEHH TOMOJIOTHH ¢ (pochaTHBIMH TPaHCIOPTEPAMU
apyrux opranusmoB [Gobler et al., 2011; Read et al, 2013]. B renome MomenbHON 3eJCHON
mukpoBogopocin  Chlamydomonas  reinhardtii  O6buto  BbIIBIEHO — HECKOJBKO  (ochaTHBIX
Tpa"cnoprepos: 4eThipe TpacHmoprepa (PTAL-4), uMeromux BBICOKYIO CTeNeHb romojoruu ¢ H'-
dochaTHeIMU TpaHCITOpTEpaMHU pacTeHuii u Tpancmoprepom Pho84p Saccharomyces cerevisiae, a
takke mo kpaitneir mepe 10 romosoros (PTB1-9 m PTBI12) natpuii-pocharHbix TpaHCIOPTEPOB
KUBOTHBIX M TpaHcroprepa Pho89p S. cerevisiae [Grossman, Aksoy, 2015, P. 349]. Hecmotps Ha
pa3HooOpa3ue BBISIBISICMBIX B FEHOMaX MHUKPOBOAOpPOCeH (ochaTHBIX TPAHCIOPTEPOB, JHUIIb Majias

HX 9aCTh OXapaKTepHU30BaHa B OTHOLICHUH UX HEMOCPEACTBEHHOM GyHKIMK B KieTke [Dyhrman, 2016,

P. 160].

Tak e, Kak W y IUAHOOAKTEPHH, Y JYKApUOTHUECKHUX MHKpPOBOJOpOCIeH QocdaTHbIe
TPaHCIOPTEPBI ACIATCS Ha JBE TPYIIbI: BbicOKoapuHHbIE M HU3koapduuHbie. [Ipu HemocraTke
docdopa B cpene akTuBUpyeTcsi cuctemMa GocdaTHbIX TPAHCIIOPTEPOB BHICOKOHN apPUHHOCTH, a TpU
Hanmuauu ¢Gochopa B JAOCTATOUYHBIX KOJMYECTBAX — cHUCTeMa (oc(haTHBIX TPAHCIOPTEPOB HUZKON
apdunnoctn [Grossman, Takahashi, 2001]. Takoii 3ddekt ObUT NPOAESMOHCTPUPOBAH IS
mukpoBogopociei Thalassiosira weissflogii [Donald et al., 1997], Euglena gracilis [Chisholm, Stross,
1976] u Scenedesmus quadricauda [Jansson, 1993], a taxke 1ust HaTpuii-hocdaTHOTO TpaHCTOPTEPa
Beicokoii adppuroctn PTB2 [Kobayashi et al., 2003; Chang et al., 2005; Moseley et al., 2006] u H-
docharHoro Tpancmoprepa Bbicokoi apduroctn PTA3 [Moseley et al.,, 2006] muxpoBomopociu

C. reinhardtii.
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Cunres monudocdaTroB B MUKPOBOJIOPOCIIAX U IMaHOOAKTEpHIX obecrieunBaeTcsi pepMEeHTaMuU
— nonudochaT-KMHa3aMu (= noaudocdar-noaumepazaMmu = AT®-nomudocpar-
docdorpanchepazamu; cm. puc. 6, peakuus No4). [Tonudocdar-kunaza nepeHocut Gocdar ¢ MOITCKYIIbI
ATO® na xonern nonudocdarnoit nenu. CTOUT OTMETUTD, YTO KaTadu3upyeMas €10 peakius SBISICTCS
oOpatumoii, To ecTb mnonudochaT-KMHA3a MOXKET NPUHUMATh YJacTHE HE TOJBKO B CHHTE3E
nosmdochaTHO ey, HO U B ee Aerpagauuu. [lomudocdar-knHaza B MHaHOOAKTEPHUIX KOJIUPYETCS
renoM Ppkl, koTophIi sBIsETCS OOMMM Ui BCEX [MAHOOAKTEpUH M JIOCTATOYHO XOPOIIIO

oxapaktepu3oBan [Scanlan et al., 2009].

I'en momudocdar-nonmumepassl VIC4 B sykapuoTax ObUT HE Tak JaBHO HACHTU(ULIMPOBaH
[Hothorn et al., 2009]. Tlomudocdar-nonumepasa Vic4d B sykapuoTax (QYHKIHMOHHPYET B COCTaBe
00JIBIIIOr0 MEMOPAaHHOTO KOMILJIEKCA BaKyOJIIPHOTO TPaHCIOPTHOrO mianepona (vacuolar transporter
chaperone, VTC), kotopslii Hanboee moapooHo u3ydeH B aposokax [Miller et al., 2002, 2003; Hothorn
et al., 2009; Gerasimaité et al., 2014, 2016]. VTC-kOMITJIEKCHI APOKIKEH COCTOST U3 HECKOJIBKHUX
CyOBEIMHUIL PA3JIMIHBIX TUIIOB, CPEIA KOTOPBIX KaTaTuTHIecKas cyobeanana ViC4, CHHTe3Hpyromast
noymdocdaTHyro e ¢ uenoib3oBanrneM AT®, u BcioMmorarensHble cyosequauIb Vicl, Vic2 u Vic3
[Gerasimaité et al., 2016]. VTC-komIuteke IposkiKei CylecTByeT B IByX BapuaHTax: Vtcd/Vte3/Vtcl,
B OCHOBHOM JIOKQJIM30BaHHBIM B MeMOpaHe Bakyosn, U Vtc4/Vtc2/Vicl, BeisBistonuiics Ha nepudepuu
KJIETKH (9HIOTUIa3MaTHYCCKUN PETHKYJUTYM, siiepHas o0osiouka). HemaBHo Taxke Oblia onucaHa erie
oaHa perymsatopHas cyorenuuuna VT C-kommiekca VICS, cs3piBaromiascs ¢ cyorenuaunamu VIC2 u

Vtc3 u perynupyroras cuares nomdocdarusix neneii [Desfougeres et al., 2016].

I'omonoru Vtcd u npyrux cyosenuuun VT C-koMIuiekca aHHOTUPOBAHBI B TEHOMAaxX HEKOTOPBIX
MmukpoBogopocieii: Thalassiosira pseudonana [Hothorn et al., 2009], Aureococcus anophagefferens
[Wurch et al., 2011], Emiliania huxleyi [Dyhrman et al., 2006], Chlorella variabilis [Blanc et al., 2010],
Micractinium conductrix [Arriola et al., 2018], Monoraphidium neglectum [Bogen et al., 2013],
Auxenochlorella protothecoides [Gao et al., 2014], Raphidocelis subcapitata [Suzuki et al., 2018],
Chlamydomonas reinhardtii [Aksoy et al., 2014]. Oanako o ¢yHKIHOHUpPOBaHHK CyOBeauuuil VTC-

KOMIUICKCAa B MUKPOBOJOPOCIIAX U3BECTHO OYCHDb MAJIO.

B reHomax Tpex 3yKapHOTHYECKHX MHKPOBOJIOPOCIEH (KpacHOH OJHOKIETOYHOH BOJOPOCIH
Cyanidioschyzon merolae, kokkoumaubeix MwuKpoBomopocieii Ostreococcus tauri u Ostreococcus
lucimarinus) OblTM aHHOTHPOBAHBI TEHBI-TOMOJIOTH OakTepHaabHOrO TeHa PPK1l, Kommpyroiero
nomadocdar-kunazy [Whitehead et al., 2013]. Oxgnako moapoOHO BHISBICHHBIE T€HBI H KOJUPYEMBbIE

MU nosndocdar-KuHa3bl HE U3YYaTHCh.
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Peaxiuio otmienyieHns Heoprannieckoro ¢ocdara ot KoHna noaudocaTHo ey B peakuu
TUIPOJIN3a OCYIIECTBISAIOT (epMeHThl monudocdarasel (puc. 6, peakmuss NeS). B kierkax
1maHooOaktepuii mosmdocdarasa koaupyercs reHom ppx [Gomez-Garcia et al., 2003; 2013], skcnpeccus
KOTOPOT'0 3HAYMTEIILHO yBEJIMUYUBACTCS MpH rojioganuu mo docdopy [Gomez-Garcia et al., 2003]. V
[IUaHOOAKTEpHid B ierpanauy nojaudochaToB Takke ydacTByeT ¢pepmeHT nosnmpocdar-kunaza PPK2,
koaupyemas renom ppk2 [Zhang et al., 2002]. Vkazannas mnosmdocdar-KuHa3a OTIMYACTCS OT
nommdocdar-kuaazel  PPK1  Tem, 49TOo OHa TeEepeHOCHUT HeOopraHudeckuii ¢ochar ¢ KOHIA
nomudochaTHol  1menu  Ha  Mojekyny — ryaHosuHaudocdara (IJP) ¢ obpazoBanmem
ryaHo3unTpudocdara (I'TP). Karanusupyemas ero peakius TakkKe SBISETCS oOpaTHUMOM, OJIHAKO,
PaBHOBECHE PEaKIIUU CHJIBHO CIIBUHYTO B CTOPOHY oOpaszoBanus [ ' T® u nerpananuu nonudochatHoi

uenu [Zhang et al., 2002].

B Hacrosmuit MOMEHT B Hay4yHOU uTepaType noiaudocdarassl MUKPOBOIOPOCIICH HE OMTMCAHBI.
XO0Ts B TeHOME 3yKapHOTHIECKON KOKKOUIHOM MUKpOBOopocn OSstreococcus tauri 6511 aHHOTHPOBaH
reH-ToMoJIor OakTepuanbHOro reHa Ppk2, komupyromiero nonudochar-KuHA3y, YYaCTBYIOIIYIO B
nerpanarmu nonudocdaros [Whitehead et al., 2013], BeisiBICHHBIH reH 1 KoqupyeMas uM nosmdocdar-

KHHAa3a MoAPOOHO HE N3YYAIIUCh.

[MomudochaTHple BKIIOYEHUS MHUKPOBOJIOPOCICH BBISBISIOTCS B Pa3IMYHBIX KIETOYHBIX
KOMIIApTMEHTaX, TAKMX Kak I[MTO30Jb, BaKyosH, xiopormiact [Hase et al., 1963; Vorisek, Zachleder,
1984]. Ckopee Bcero, B KJICTKaX MUKPOBOIOPOCIICH T KAXKIO0TO U3 3THX KOMITAPTMEHTOB CYIIECTBYET
cBOM HabOp depMeHTOB, 0OSCIIEUMBAIOIINX CUHTE3 W Jierpajaiuto noaudocdarHpIx 1enei, a Takke

TpaHCIOPTEPOB Heopranuyeckoro gocdara.

W3 paccMoTpeHus TOCTYIHON HaM JIMTEPAaTyphbl OYEBUIHO, UTO K HACTOSIIIEMY BpEMEHHU KapTHHA
Merabonuzma mnonudochaToB B KIETKaX LHUAHOOAKTEpU U MHUKPOBOJOPOCIEH BO MHOTOM
¢dparmenTapna. Tak, KOHKpeTHbIE MeXaHU3Mbl OMOCHHTE3a M KartabonusMa nonudocdartoB, a Takxke

peryisigus 3Tux nNpouecCcoB, U3y4CHbI OUCHDb cna6o, 0COOEHHO B KJIETKaX MHKpOBOHOpOCHeﬁ.

3.3.3. M30bITOYHOe TMOIJIOLIeHUEe HeopraHuveckoro d¢ocdara HUAHOOAKTEPUAMH M
MHKPOBOAOPOCJISIMH H3 Cpeabl

MI/IKpOBO,[[OpOCJ'II/I u I_II/IaHO6aKTepI/II/I 06naz[a}0T CIIOCOOHOCTBIO IIOTJIOIIATh HeopFaHI/I‘leCKI/Iﬁ
(bOC(baT H3 CpCabl B 00JIBIIIEM KOJINYCCTBEC, YEM UM HCO6XO,Z[I/IMO AJId TOAACPIKAHUSA MCTa6OJ'II/I3Ma,
AKTUBHOI'O pOCTa U NCJIICHUS. Yka3anHbIN (I)CHOMCH HAa3bIBAIOT U30BITOYHBIM IIOrJa0ImCHUEM (bocq)opa
(luxury uptake of phosphorus) [Jensen, Sicko, 1974; Powell et al., 2008; 2009; Dyhrman, 2016, P. 158].

[Tpu 3ToM M30BITOYHO MOTIIOIIEHHBIN (ocdop MoxkeT 3amacarbes B KieTkax B Buae @oC-BrinoueHu
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(momudocdartoB, cm. pazmensr 3.3.1-3.3.2) ansg WCNONB30BaHHS KISTKAMH B OyIylleM IIpU

HeoOxoqumoctu [Adamec et al., 1979; Allen, 1984; Vorisek, Zachleder, 1984; Nishikawa et al., 2006].

HccnenoBaTenu mpeAmnonaaraiT, 4To CHOCOOHOCTh K M30BITOYHOMY MOTJIOMICHHUIO (docdopa,
BEPOSITHO, Pa3BHJIACH KaK aJanTalusi MUKPOBOJIOPOCIEH U IIMaHOOAKTEPUil K HECTAOMIbLHOMY YPOBHIO
conepxkanus A0oCcTymHOTro dochopa B okpyxkaromieit cpeae [Watanabe et al.,, 1988; de Mazancourt,
Schwartz, 2012]. Dty runore3y moaTrBep)kaaroT skcrepumentbl [Watanabe et al., 1987; 1988], B
KOTOPBIX OBLIO PAacKpBITO PErylIHpoBaHue moryomeHus ¢ochopa u obpasoBanus moaudochaToB BO
BpEeMsi BEPTHKAJIbHBIX MHIpaluii oxpodutoBoit MukpoBomopociau Heterosigma akashiwo. Housko
Heterosigma akashiwo murpupoBana k 6oJiee TJIyOOKOMY BOJHOMY CJIOI0 C BBICOKMM COJIEpP:KaHHEM
docdopa, moromana ero W WUCHOJb30BaNa Ui yaiuHeHus mnonupocdaTHex nenei. IHem 3ta
MUKpPOBOZOPOCIh MOJHMMANACh K TOBEPXHOCTHBIM BOJaM, cojepxauiuM (ochop B OYeHb HH3KHX
KOHLIEHTPALIMAX, U UCI0JIb30Bajia HAKOIIJIEHHBIN 3a HOUb Gocdop 1t poTodochoprmpoBanus myreM
nerpagauuu  nonudocdaTHeIX Lened. YKka3zaHHas OCOOEHHOCTh MeTaboJu3Ma MHUKPOBOAOPOCIH
Heterosigma akashiwo Obiia moka3ana kak Ha BEPTHKAJIBHBIX MUTPAIMSIX B IPUPOIHON MOPCKO# Bosie
[Watanabe et al., 1987], Tak u npu CUMYJIAIIMN 3TUX MUTPAIMil B JTabopaTopHBIX yeiaoBusx [Watanabe
et al., 1988].

Cuuraercs, 4ro HM30BITOYHOE TorJoneHne ¢ochopa sBISETCS CTpaTerueil KOHKYPEHIIUH
MHKPOBOJIOPOCTICH W IMaHOOAKTEpUil TPH HECTaOMIHLHOM YpOBHE cojepkanus ¢ocdopa B cpene.
VYka3aHHasi cTpaTerusi HalpaBjeHa Ha TOIJIONEHHE KaK MOXKHO Ooiipliero kosimdectBa ¢ochopa B
MEPUOJIbI €ro HAIWYHS B CpElie: B BOJHBIX DKOCHCTEMAax CTpATeThsl MO3BOJISIET JUIIUTH (ocdopa
MHUKPOOPraHU3MOB-KOHKYPEHTOB, HE CIIOCOOHBIX moriiomars (Gocdop ¢ Takol CKOPOCTHIO U B TAKOM

kommuectBe [Donald et al., 1997; de Mazancourt, Schwartz, 2012].

Jli1st HeKOTOPhIX MaHoOakTepuii eme B 70-80X rojgax mpoIwioro Beka ¢ MOMOIIbI0 Pa3IMYHBIX
MeToJI0B (cM. Taba.1) ObLIO MOKa3aHO, YTO HM3OBITOYHOE MoTjolIeHHe ¢Gochopa, COMPSIKEHHOE C
obpazoBanuem mnonudocharupix DoC-BKIIOYEHHM, OCOOEHHO SPKO BBIPAXKEHO B KIETKAaX IMpU
BOCCTaHOBJIEHUH (OCHOPHOrO TMHUTAaHMSI, TO €CTh TMpu jAoOaBiaeHUU ¢dochopa K KICTKaM,
KyJIbTUBUPYEMBIX B OechocdopHoil cpene. YkazaHHbIH (PEHOMEH NOJIY4MI Ha3BaHHME «U30BITOUHOE
obpazoBanue noaudocdatosy («polyphosphate overplus phenomenony) [Jensen, Sicko, 1974; Allen,
1984; Dyhrman, 2016, P. 158]. 130siTouHoe oOpa3oBanue moiupocharHbix PoC-BKIOUCHHN MPU
BOCCTaHOBJICHHH (HOCHOPHOro MHUTAHUSI B IIEPBBIC Yachl nocie gobasneHus pocdopa (cm. Tadm.1) Opu10
MOKa3aHO Ui HE CIOCOOHBIX K OOpa3oBaHUIO TeTepolycT nuaHoOakrepuit Plectonema boryanum
[Jensen, Sicko, 1974; Baxter, Jensen, 19804, b], Anacystis nidulans [Grillo, Gibson, 1979], Microcystis

aeruginosa [Jacobson, Halmann, 1982] wu mis #auazoTpodHOil  rerepoImcT-00pasyromei
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manobakrepun Calothrix parietina [Livingstone, Whitton, 1983]. U36siTounoe Hakomenue PoC-
BKJIroueHuid B Microcystis aeruginosa c¢ 4 aHs nocie BoccTaHoBieHHs (OCHOpPHOro MHUTAHHS TAKKE

HaOmoaamu ¢ momoribio Meto10B [1OM u D/IPC B pabore [Barlow et al., 1979].

Tabn. 1. MH30bITouHOE oOOpa3zoBanue mnoiudochaToB B  KIETKAX IHAHOOAKTEpHHA U

MUKPOBO/IOPOCIIEH Py BOCCTaHOBIIEHHH (HOCcHOpHOTO MUTAHUS

[IITaMM MUKpOOpraHusma Bpewms no Meron onpenenenus Ccpuika
BEISIBIISICHUS noymdocdaTos
nomdocdaToB
[unanobakrepun
Plectonema boryanum 24 [15M, D/1PC [Jensen, Sicko,
UTEX 581 1974; Baxter,
Jensen, 1980a, b]
Synechococcus sp. 14 Jlo6asnenne 2P, [Grillo, Gibson,
(=Anacystis nidulans) OMOXMMHYECKOE OTIPEICIICHUE 1979]
Microcystis aeruginosa 4 n [1BM [Barlow et al.,
UV-006 3JIPC 1979]
Microcystis aeruginosa 20 MuH Jlo6apnenne 2P, [Jacobson,
OMOXMMHYECKOE OTpeeiICHUE Halmann, 1982]
Calothrix parietina 15 muH CBeToBasi MUKPOCKOTIHS, [Livingstone,
Durham No. 550 KOHTpacTupoBanue ocHoBHbIMU | Whitton, 1983]
KPaCHUTEISIMU
MukpoBogopociu
Chlorella vulgaris 14 Jlo6aBneHne 2P, [Aitchison, Buitt,
(Beijerink) var. viridis OMOXHMHUYECKOE ONpEIEICHHE 1973]
(Chodat)
Heterosigma akashiwo 24 Jlo6apnenue 2P, [Watanabe et al.,
OHE-1 OMOXHMHYECKOE OIpeIeiICHUE, 1989]
criekrpockonusi AMP
Chlamydomonas i} dnyopecrientnas mukpockonus, | [Nishikawa et al.,
acidophila KT-1 okpammBanue DAPI, 2006]
crnexkrpockonus AMP,
Chlamydomonas OMOXHMHUYECKOE ONpEIEICHHE
reinhardtii C-9
Cyanidioschyzon merolae 44 dayopeciienTHass MUKpockomust, | [Yagisawa et al.,
10D-14 okpamuBanue DAPI 2016]
64 I[15M

denomeH n30bITOUHOTO 00pasoBanus nonudocdaros [Kulaev et al., 2004, P. 174] ¢ momomipto

PAa3JIMIHBIX METOAOB TAKIKEC ObLI MpOACMOHCTPHUPOBAH JJII HECKOJIBKUX MI/IKpOBO,[[OpOCJIeﬁ (CM. Ta6J'I.1).

Jns muxposonopociu Chlorella vulgaris 6110 mokaszano, uTo B KieTKaX, KyJbTHUBUPYEMBIX B
TeueHue 36 4 B 6echochopHoii cpene, nomaudocdarsl HAYMHAIOT 0OPA30BBIBATHCS YKe uepe3 1 u mocne

no6asnenus ¢pocdopa [Aitchison, Butt, 1973]. [1pu sToM coaepkaHne KHCIOTO-PaCTBOPUMOM (ppaKIiu
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noimdocdaTos uepe3 2 4 HAUMHACT PE3KO YBEIMYMBATHCS U IOCTHTACT MMMKA HA 8 1 Tociie T00aBIeHUS
docdopa (4 mxmmoin/100 knetox). ITuk comepkaHus MET0YHOPACTBOPUMON (BPAKIIUH ABJIAETCA MEHEE
uaTeHcHBHBIM (1 MxMMons/10'° knerok), o mpuxomurcs Ha 4 u mocne pobasnenus Qocopa.
Hccnenosatenu B padote [Aitchison, Butt, 1973] taxke cpaBHUIM U30BITOYHOE 00pa30BaHUE KHCIOTO-
pacTBOpUMOi (pakiuu MoJUPOCHaTOB B KICTKAX MPU PAa3HOM BPEMEHU KYJIbTHBHPOBAaHHS B
oechocdoproii cpene (ot 0 70 36 9) ¥ MOKA3AIH, YTO YeM JOJIBIIIE TIEPHOJT TOJIOAaHUS IO pochopy, TeM
sgpuye BbIpakeH d¢dexT oOpazoBaHus YykazaHHoW ¢pakmum mosmpocdaro. DopmupoBaHHe
nonudocatHeix GoC-BKintoueHnit B epBbie Yachl nocie g06asieHus Gocopa K rojJoIHbIM KIETKaM
TaKke ObLTO TIOKa3aHo JJIsl KpacHO# oHOKIeTouHOH Bogopocau Cyanidioschyzon merolae [Yagisawa

et al., 2016] u st oxpoduToBoOit MuKpoBOAOpocar Heterosigma akashiwo [Watanabe et al., 1989].

B pab6ore [Nishikawa et al., 2006] cpaBHuBanmu oOpa3oBaHue MOAU(POCHATOB B 3EICHBIX
mukpoBogopocisix Chlamydomonas acidophila u Chlamydomonas reinhardtii uepe3 oaun u yepes tpu
THS TIoclie BoccTaHoBieHus pocdopHoro nuranwus. [To cpaBHEHUIO ¢ Me30(DUITBLHON MUKPOBOI0POCITHIO
C. rehardtii, conepxanue momudocdaro B anumoduibnoit C. acidophila KT-1 6suio B 2,5 pasa
MEHbIIIE KaK Yepe3 OJIMH JeHb, TaK U uepe3 TP JIHS mocie qobasieHus Gpochopa K TOJIO0IHBIM KICTKAM.
ABTOpBI 00BSICHHIN OoJlee HHU3KOe coaepxanue noiudocdarTos B C. acidophila tem, uto kmerounas
membpana C. acidophila obnamaer cnenuduyeckuMu CBORCTBAMH, KOTOPBIE OIPAaHHYUBAIOT CKOPOCTH
noryomienus gocdara u3 okpyxaromieit cpensl. Mccnemoarenn B padore [Nishikawa et al., 2006]
TaKKe CpaBHWIM N30BITOUHOE 0Opa3zoBanue mom¢ocdaToB B KJIETKaX MpU KOPOTKOM (6 JTHEH) 1 Oosee
noarom (14 nueit) BpeMenu KyiasTHBHpoBaHus B Oechocdopuoii cpene. Kak mist C. acidophila, tak u
s C. reinhardtii okazamock, uro coxaepkanue moaudochaToB B KIETKaX 4Yepe3 OJUH JIEHb IOCIIE
BoccTaHoBlieHHs (ocdopHOro mutaHus Bbime B 1,5-2 pasa npu 0ojiee J0ITOM KyJbTHBUPOBAHHUU B
oecdocdopHoit cpeme, yeM Tpu KOpoTkoM. s oOerx MHUKPOBOIOpPOCICH uepe3 TPH IHS TOCIe
nobasnenust ¢ocdopa K ToJOJHBIM KIETKaM ypoBeHb HoiudocdaroB Mpu KOPOTKOM M MpH Oosee
JUTUTEIIbHOM BPEMEHH KyJIbTUBHUPOBaHUS B OecoCHOpHO cpeie yCcTaHaBIMBAJICS Ha OIMHAKOBOM

YPOBHE.

B nenom, Ha 1aHHBII MOMEHT W30BITOYHOE NoTUIoNIeHHe (pocdopa 1 n30sITOUHOE 0Opa3oBaHUe
nosimgocdaToB B IHAHOOAKTEPHUSIX U MUKPOBOJOPOCIIAX IPU U30bITKE (hocdopa B cpesie H3ydeHO OUeHb
cnabo [Dyhrman, 2016, P. 158], B To BpeMms Kak MeXaHU3MbI U peryisiius GpocdopHoro merabonusma B
3TUX OpraHu3Max Mpu HejaocTatke (Gocdopa u3ydeHsl gocratouno noapoouo [Cembella et al., 1984;
Vorisek, Zachleder, 1984; Gomez-Garcia et al., 2003; Chang et al., 2005; Schwarz, Forchhammer, 2005;
Moseley et al., 2006; Grossman, Aksoy, 2015].
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3.3.4. Buzyanu3zauusi u uaeHTugukamusa Qocpopcoaep:kamux BKJIOYEHUH MeTOIAMH
anasnTn4yeckoi [IOM

Hns BeisiBienust nonudochataeix DoC-BKIIOUEHUH B KIETKaX HCIOJB3YIOTCS Pa3JIMYHbIC
XAUMUYECKHEe U (PU3UIECKUE METOMbI, BKIoYaromue (OM0)XMMHYECKHA aHaIN3, XPOMOTEHHBIE TECTHI,
(epMeHTaTUBHBIE METOMBI, pa3IW4YHbIE BHIBI XpoMmMaTorpaduu, (GIyopuMEeTpHUEecKHe METOIBI C
ucrosnb3oBanueM  4',6-nuamuauHo-2-¢peHmwunaona  (4',6-diamidino-2-phenylindole, DAPI),
CIIEKTPOCKONHIO °LP-SIMP, na3epHYI0 CKaHHPYIOUIYIO MHKpPO-CIIEKTPOCKOIHIO KOMOWHAIMOHHOTO
paccesiaus (KP) u ananutudeckue metoapl [I19M (moapoOHbiii 0030p MeTo10B ¢M. B pabotax [Hupfer

et al., 2008; Majed et al., 2012]).

[IpakTHdeckn BCE HCHOJB3yeMbIE METOJbI TO3BOJISIOT AHAJIM3UPOBATH TOJBKO OOpa3Ilhl
CyCHEH3UH KIETOK, YTO JaeT MH(OpPMAalMIO O COAepk aHUHM MoiaudocdaTroB B MOMyISLUUU KIETOK B
cpenHeM. JIUIp HEKOTOPbIE U3 U3BECTHBIX METOIOB CIIOCOOHBI AaTh HH(MopMaIuio o coaepkanuu DoC-
BKJIFOUCHUH Ha KJICTOYHOM W/WJIM CYOKJIETOYHOM YpPOBHE, TO €CTh MPEIOCTaBUTh HH(POPMAIHIO O
TeTepOreHHOCTH KIETOYHOU TomyJisinud. K TakuM MeTo1aM OTHOCSTCS (PITyOpHUMETPUIECKHE METOJIBI C
ucrnoap3oBannemM 4',6-muamuanHo-2-bennanaaoia [Gomes et al.,, 2013], masepHas ckaHUpyrOIIas
mukpo-crekrpockonuss KP [Moudiikova et al., 2017b] u ananmutudeckue meroast [I9M [Aronova,
Leapman, 2012; Warley, 2016]. TTockonbky ®oC-BKIIOUEHHS B KJIETKAX MHKPOBOJOPOCICH MOTYT
OBITh JIOKAJIM30BAaHBI B PA3IMYHBIX KIETOYHBIX KOMITAPTMEHTAX, TAKUX KaK IUTO30Jb, BAKyOJIH H
xnoporiact [Hase et al.,, 1963; Vorisek, Zachleder, 1984], to TOYHOEC omepeneIeHne HX
BHYTPHUKIICTOYHOW JIOKAJTH3AIMH SIBJISICTCS BAXKHBIM ITPH HCCIICJOBAHUY KIIETOYHBIX pe3epBOB (ocdopa.
Cpeny yka3aHHBIX BBIIIE METOJOB JIMIIb aHAIUTHYECKUE MeTonabl [IOM o0nagaroT HaHOMETPOBBIM

PaspCi€HUEM, A10CTATOYHBIM JJI1 JOCTOBEPHOI'O OIIPEACICHUA BHYTpHKJIeTOIIHOI;'I JJOKaJIM3allun ®oC-

BKJIIOUCHHH B KJIIETKaX MHKpOBO,I[OpOCJ'ICﬁ.

[Iupoko pacmpocTpaHeHHbIM MeToaoM aHanmutudecko [IOM mnsa mnentuduxanuun PoC-
BKJIFOYCHUH B KIETKaX MHUKPOBOJOpOCIeH W ImaHoOakTepuit sBisiercs meton JJ[PC. B T1abn.2
MIEPEYUCIICHBI IITAMMbI MUKPOOPTaHU3MOB, B KOTOPBIX D0oC-BKII0UEHNS OBLITU BBISIBICHBI C IOMOIIBIO
Merona JJIPC. B ykazaHHBIX paboTax SHEProJMCIEPCUOHHBIC CHEKTPHI MOJydald OT BBIOpaHHOU

TOYEUHOM 00JI1aCTH 06138.31_[8., coz[epncameﬁ BBISABJIAACMBIC BKIIFOUCHU .

OOBIYHO B DHEProAMCIEPCHOHHBIX crekTpax OT PoC-BKIIOYEHHN MHKPOBOJOPOCIEH H
nuanoOakrepuii, momumo nukoB P u O, BeisBisitorest nuku Ca, K u Mg (cM. Ta6:1.2), HOHBI KOTOPBIX
o0pasyroT koMIuiekchl ¢ osudocdaramu [Kulaev et al., 2004, P. 5, 45-46]. B cniekTpax oT BKIIOUYCHUH

HCKOTOPBIX MHUKPOOPIraHU3MOB IIPU OIPCACICHHBIX YCIOBUAX KYJIBbTUBUPOBAHUS TAKIKEC NOSABIIAIOTCA
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nuku Na, Cl, Zn, S u N nHebonsmoit uarencusHoctu [Tillberg et al., 1979; 1984; Baxter, Jensen, 1980b;
Jensen et al., 1982b; Pettersson et al., 1985; Goldberg et al., 2001; Ruiz et al., 2001; Ota et al., 2016].

Tabn. 2 BesBnenune ¢docdopcomepkanmx BKIOYCHUNH B KIETKaX [HUAaHOOAKTepUd u
MukpoBojgopocieii Mmetogom DJIPC. XupHeiM mpudToM € MOAYEPKUBAHUEM BBIICICHBI TSDKEIBIE
METaJUIbI, KOTOPBIE B 3KOJIOTO-TOKCUKOJIOTMYECKUX MCCIIEIOBAHUAX MTOTJIOMAINCH MUKPOOPraHu3MaMu
Y HaKarIMBaJIMCh B osimpochaTaprx @oC-BKIIIOYSHUAX

[IITaMM MUKpOOpraHusma DNEeMEHTBHI, BBISIBIISIEMbIE B Ccpuika
CIIEKTpax OT BKIIOYEHUN™
[unanobakrepun
Microcystis aeruginosa UV-006 - [Barlow et al., 1979]
Plectonema boryanum UTEX 581 | Ca, K, Mg [Sicko-Goad et al., 1975]
- [Kessel, 1977]
Ca, K, Mg [Baxter, Jensen, 1980a]
Ca, K, Mg, ClI, Zn, Ba, Mn [Baxter, Jensen, 1980b]
Ca, K, Mg, Cd, Co, Cu, Ha, Ni, | [Jensen et al., 1982a]
Pb, Zn
Plectonema boryanum Ca, K, Mg, S [Goldberg et al., 2001]
Anabaena cylindrica 1403/2a Ca, K, Mg, CI, Na, S, Al [Pettersson et al., 1985]
MukpoBogopociu
Chlorella pyrenoidosa Chick Ca, K, Mg [Adamec et al., 1979]
Chlorella saccharophila UTEX 27 | Ca, K, Mg, CI, S, Pb, Zn [Jensen et al., 1982b]
Parachlorella kessleri NIES-2152 | N [Otaet al., 2016]
Scenedesmus obtusiusculus Ca, Mg, S [Tillberg et al., 1979;
1984]
Scenedesmus quadricauda - [Vorisek, Zachleder,
Greifswald/15 1984]
Chlamydomonas eugametos UTEX | Ca, K, Mg [Siderius et a;., 1996]
9
Chlamydomonas reinhardtii cw15 | Ca, Mg [Komine et al., 2000]
arg7A
Chlamydomonas reinhardtii Ca, Mg, Zn [Ruiz et al., 2001]
Chlamydomonas acidophila Cd [Nishikawa et al., 2003]
Navicula incerta UTEX 2043 Ca, Mg, Pb, Zn [Jensen et al., 1982b]
Nitzschia closterium LB 1052/8B Ca, K, Pb [Jensen et al., 1982b]

* - IOMHMMO ITHKOB C, P, O, aIlllapaTHbIX MMMKOB U ITUKOB OT KOHTPACTUPYIOIINX BCIICCTB

B psime paboT B KOHTEKCTE IKOJIOTUYeCKO Tokcukonoruu meton D/[PC ucnonszoBasncs s
JNETeKIINH TOKEIbIX MeTauioB B noiudochataeix  DoC-BKIIOUEHUSX MHKPOBOAOPOCIEH U
nmanoOakrepuii (cM. Tab1.2). B 3Tux paborax ObII0 MOKa3aHO, YTO MPU OMPEIEIICHHBIX KOHIIEHTPAIIHSIX

HOHOB TAXKCIIbIX MCTAJIJIOB B CPCIC OHU HAYNHAKOT IMOTJIOMATHCS MUKPOOPIraHU3MaMU U HAKAIIJIMBATHCA
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B ®oC-Brmoyenusx. Jannbiii addexT Obu1 mpogemoncTpupoBan st Al [Pettersson et al., 1985], Ba u
Mn [Baxter, Jensen, 1980b], Cd [Jensen et al., 1982a; Nishikawa et al., 2003], Co, Cu, Hg u Ni [Jensen
et al., 1982a], Pb u Zn [Jensen et al., 1982a,b]. ABTopsl yka3aHHBIX pabOT MPEAIOIATAIOT, YTO
AKKyMYJHMPOBAaHHUE HMOHOB TSDKEIBIX METAIOB B NOMM(OCHATHBIX BKIKOUYCHUSX CIIOCOOCTBYET

CHMKCHHUIO UX TOKCHUYCCKOI'O I[€I>'ICTBH$I.

[Ipumenenue npyroi pazHoBUAHOCTH aHanuTH4ecKoi [IOM — merona DPIIOM, ocHOBaHHOM
Ha CXIIDD, mo3BoJiseT MoJydaTh KadeCTBEHHBIE KapThl pacmpezneneHus ¢ocdopa ¢ BHIOpaHHOTO
ydacTka obpasima [Aronova, Leapman, 2012]. Ipyrumu cioBamu, TaHHBIH METOT TO3BOJISIET HE TOJIBKO
uaeHtuguuupoBath PoC-BKIIOYEHHMsS] B KJIETKaX, HO U BHU3yaJIM3UpOBaThb HUX CYOKJIETOYHOE
pacrmpesenenye. YKa3zaHHbIH MeTOJ ObLI YCIEITHO MPUMEHEH sl Busyanusanun @oC-BKIIOUEHUN B
KIIETKax cBOOOJHOXUBYIIEH mnanobakrepuu Nostoc sp. PCC 9229 u cumOnoTHueckoi iuaHo0akTepun
Nostoc sp., BelIeIeHHOM U3 cuMOmo3a ¢ pacterreM Gunnera manicata [Jager et al., 1997]. Ucxoas u3
nosydeHHbIX DPIIDM-kapT pocdopa, aBTopsl qaHHOM padoTsl [Jager et al., 1997] npumim K BEIBOAY,
YTO B CBOOOJHOXHBYIIEH NHaHoOakTepuu coaepkanne DoC-BkItoueHW HAMHOTO BBINIEC, YEM B
cumbnotudeckoi. [Ipu aToM KonMuecTBeHHas oleHKa cojiepkanus @oC-BKIIIOUEHUH Ha MOJTy4YEeHHBIX

KapTax He IPOBOAUIIACE.

DnemeHTHOE KapTupoBanue metogoM DPIIOM niis BeisiBiiennss PoC-BKIIOYEHUN UMEET SIBHOE
MPEUMYILECTBO CpEAu JPYTUX HU3BECTHBIX METOJOB, KOTOPOE 3aKIIOYaeTCsl B BO3MOXKHOCTH
Buzyanuzanun  PoC-BKIIOYEHH Ha CyOKJIETOYHOM YpPOBHE C HAHOMETPOBBIM DPa3pEUICHUEM.
KomnuectBennast onenka coaepxanus P@oC-pimodeHuii B kinerkax Ha DPIIDOM-kaprax Oblia Obl
0JIE3HA B MCCIIEIOBAHUAX METa00IM3Ma STUX BKIIOUeHUH. OHAKO B IOCTYITHOM HaM JTUTepaType HeT
COOOILIEHUH O METOAax, MO3BOJISIONINX MPOBOJUTH TaKyl0 KOJUYECTBEHHYIO OLEHKY COACpKaHUS U

BHYTpHKJICTO‘lHOﬁ JJOKaJIM3alluu1 ®oC-BKIIOYECHUH Ha DJIEMEHTHBIX KapTax, IMOJYYCHHBIX MCTOIOM

OOIIOM.

3.4. BHyTpHUKJ/IeTOUHBIE Pe3epPBbI 230Ta IHAHOOAKTEPHIl 1 MUKPOBOIOPOCIei
3.4.1. llorJiomeHue a30Ta U3 cpeibl MUKPOBOIOPOCISIMH M IHAHOOAKTEPUAMH
A30T — 0/IMH U3 BKHEHIIHNX JIEMEHTOB, HEOOXOJUMBIX JUIs (PYHKIIMOHHUPOBAHHS BCEX JKUBBIX
OpPraHU3MOB, OH SBIISETCS KOMIOHEHTOM TaKMX KIIOYEBBIX OHOXMMHYECKHX COCIMHEHHH, Kak
HYKJICOTH/IbI, HyKJIEMHOBBIE KUCIOTHI 1 Oeiku [Lehninger et al., 2000, P. 76-77, 273-275]. Azort B
COCTaB OPraHUYECKUX COCMHEHHI aCCHMUIIMPYETCS U3 HEOPraHMYECKUX HCTOYHUKOB a30Ta, TAKUX KaK

aurpar (NOsz"), murpur (NO2'), ammonmii (NHs"), ammmax (NHsz) u armocdepnsiii azor (N2).
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MuKpoBOIOPOCIM ¥ [TMAaHOOAKTEPHH CIIOCOOHBI TOTJIOMIATh HEOPTaHUYECKUH a30T B opMe HUTpATa,

HUTPpUTA U aMMOHMUS U BKIIFOYATh €0 B OPraHUu4CCKUC COCIUMHCHM.

Ha puc. 7 mpencraBieHa yYIpOIIEHHAsh CXeMa AaCCHMWISLIMM HEOPraHWYecKOro asora B
OpraHMYeCKUe COCJMHEHHS B KJIETKaX MUKpOBOJOpocieii. [locie moriomeHuss HeOpraHu4eCKuii a30T
CHayajga BOCCTAHABIMBACTCS [0 aMMOHHS, W TOJBKO IIOCJIC JTOTO HAIpaBISCTCS HA CHHTE3
aMHUHOKHCIIOT. [IpM 3TOM BOCCTAaHOBJICHHE HHTpaTa W HUTPUTA OCYIICCTBISETCS C IMOMOIIBIO
(bepMEeHTOB HUTPATPEIYKTa3bl U HATPUTPEAYKTa3bl, COOTBETCTBeHHO [Barsanti, Gualtieri, 2006, P. 209].
Hutparpenykraza MUKpOBOJOpOCHEH JOKalu30BaHAa B IMTO30i€. B KauecTBe KodakTopa OHa
WCIIOJIb3YeT BOCCTAaHOBIICHHYIO (opmy HukoTHHamumaneHUHAUHYKIeoTHAa (HA/ls0c), KOTOpEIA B
NPOIIECCEe PEaKIMU OKUCIAETCS C BOOCTAHOBJICHHEM HHUTpaTa JO HHUTpHUTA. Y IHAHOOAKTEepHid
HUTpaTpeAyKTa3a B KauecTBe kKodakropa ucrosb3yer dpeppenokcun [Barsanti, Gualtieri, 2006, P. 209].
Hutpur BoOccTaHaBIMBAaeTCs 10 aMMOHHS TIOJ JCHCTBHEM HHUTPUTPEAYKTa3bl MW ee KodakTopa
dbeppenokcura. Hwutpurpeaykraza MHUKPOBOJOPOCIIECH pacrmoyiokeHa B Xjoporwiactax. Kak y

MHKPOBOJIOPOCTIEH, TaK M Y IMaHOOAKTEpHil KO(HaKTOPOM HUTPUTPEAYKTA3bI ABISAETCSA (PeppeaOKCHH.

HuTtpar- HUTpUT-

pefyKTasa peayKTasa fc

NO;~ NO,” NH,* CnytamuH

2-okcornytapart

HAO.,. HAL,, 6d4.. 604, ATG AAQd

+ + + + + +
H* H,O 8H*  2H,0 rayramar PO,

CnyTtamar

TA

O6pasosaHue

ApYrux
aMMHMHOKHMCNOT

Puc. 7 YrporuieHHas cxeMa aCCHMUIISIIIME HEOPTaHUYECKOTO a30Ta B OPraHUUECKUE COSTUHEHHS
MukpoBogopocsiMi. HAlgoe 1 HAlox — HHUKOTHHAMHIAICHHHINHYKICOTH]] BOCCTAHOBJICHHBIN H
OKHUCIIEeHHBIH, cOOTBETCTBEHHO; Dflsoc 1 DMlox — eppeokcHH BOCCTAHOBIECHHBIN U OKUCIECHHBIH,
cootBercTBeHHO; ['C — rimyramuH-cuHTeTasza; [OLAT - rmyraMuH-OKCOTIyTapaT-aMuHOTpaHchepasa;
TA — pasnuunbie amuHOTpancdepassl (u3 [Cai et al., 2013] ¢ usmeHeHusiMu)

[Tox neiictBuem riyramuH-cuHTeTa3bl (['C) ¢ ucnonp3oBanrem AT® aMMOHMI BKIIIOUAETCS B
COCTaB TIIyTaMarta ¢ 00pa30BaHMEM aMUHOKHCIIOTHI TIyTaMUHA. 3aTeM TIyTaMHH B3aUMOJIEHCTBYET C
MOJIEKYJION 2-OKcoriryTapara ¢ oOpa3oBaHUEM JBYX MOJIEKYN riyramaTa MoJ JeHCTBUEM TIIyTaMHUH-

okcornyrapaT-amuHotpancdepassl ('OI'AT). depment 'OI'AT tosxe ucnonb3yeT KohakTopsl (Ha pHC.
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7 He nzo6paxkensl). Y mukpoBoaopociei pepments! ['C u 'O’ AT pacmonoxeHbl B XJIOPOIUIACTAX, XOTS
MX M303UMbI MOTYT HaXOJHUThCs U B 1uTo3osie [Barsanti, Gualtieri, 2006, P. 210]. O6pa3oBaBiiuecs B
MPOLIECCE ACCHUMMIISIIIUM HEOPraHWYECKOTo a30Ta MOJIEKYNbl TiyTramaTa TPaHCIOPTUPYIOTCS B
IUTO30JIb, TJIC TOJBEPTalOTCS TPAaHCAMHUHAIMKA PA3IUYHBIMH (EPMEHTAMHU, B pPE3YJIbTaTe 4Yero

00pa3yroTCs IPYrue aMHHOKHUCIIOTHI.

AMMOHUI fBISETCS NPEINOUYTUTENIBHON (OPMOII HEOPraHUUECKOI0 a30Ta, IOCKOJIbKY €ro He
HY)KHO BOCCTaHaBJIMBaTb, a 3HAYUT, TPATUTh HSHEPIHI0 HAa PpEaKUHUHU BOCCTaHOBJIEHHs. COryacHoO
HCCIIEIOBAHUSM, B 1I€JIOM MUKPOBOJOPOCIIHU MPEANOYUTAIOT MOIJIOIATh HEOPTaHUYECKUH a30T UMEHHO
B (popMe aMMOHUS, a HE HUTpaTa: MOIJIOIIEHNE HUTpaTa U3 Cpe/ibl HE HAYMHAETCS, [0Ka B Cpe/ie He
u3pacxojyercst Becb ammonuii [Maestrini et al., 1986]. IMockonbky a3oT B hopme HUTpaTa oOsagaeT
caMOM BBICOKOH CTENEHbIO OKUCIIEHUS, TO HUTPAT SBJISETCS caMOW TEPMOJUHAMUYECKH CTaOMIbHON
(hopMOIt HEOPraHUYECKOTO a30Ta B BOJHBIX cpefiax. B CBA3M ¢ 3TUM HUTpAT sIBIIsI€TCS Mpeodaaaronen
(bopMoii CBA3aHHOTO a30Ta B BOJHBIX dKocucTemax [Barsanti, Gualtieri, 2006, P. 208]. Crnenyer Takke
OTMETHUTh, YTO MpHU MOBbINIEHHH PH cpeabl B MPUCYTCTBUE BBICOKUX YPOBHEH aMMOHHS BO3MOXHBI

ToKcH4eckue G PeKThI, CBA3aHHbIC ¢ 00pa3oBanuem ammuaka [Abeliovich, Azov, 1976].

Muorue mmanoOGakTepun crnocoOHbI K ¢ukcanuu arMochepHoro azota, N2 (k amazotpodun)
[Bothe, 1982]. KitoueBsiM (epMEHTOM a30T(HHUKCAIMU SIBISECTCS HUTPOTEHAa3HBIH (PEepMEHTHBIN
KOMILUIEKC, COCTOSIIMA W3 HUTpOTeHa3bl W peaykrasbl HuTporeHassl [Fay, 1992]. Hwurporenasa
MpeACTaBIsIET co00M TeTpaMep, COCTOSIIIMN M3 4YeThipex cyobenuHull (202f), KOTOpbIE COAepKaT
YyeThIpe Kele30-cepHbIX Kiaacrtepa (4Fe-4S) m mBe Mouekyisl kene3o-mosubaenoBoro (Mo-Fe)
Ko(akTopa, B KOTOPOM Ha OJIMH aTOM MOJIHOCHA MPUXOJUTCS § aTOMOB JKeJie3a U 8§ aTOMOB cephl 0e3
o0Opa3oBaHUsl KeNe30-CEpHOro Kiactepa. Pemykraza HUTpOreHasbl COJEPIKUT JIBE OJIMHAKOBBIC
CYOBEIMHHUIIBI C JKEJIe30-CepHBbIM KiacTepoM. JKene30-MOoIuOACHOBBIH KO(PAKTOP HHUTPOTCHA3BI
o0ecrieyrBaeT BOCCTAHOBJICHUE aTMOC(HEPHOTO a30Ta JI0 aMMHaKa, a AJICKTPOHBI JUIS ATOM peakiuu
MOCTAaBJISIOTCS PEAYKTa30i HHUTpPOTreHa3bl. BoccraHoBiIeHHE aTMOC(HEPHOro a3oTa SBISETCS BEChbMa
SHEPro3aTpaTHbIM MPOIIECCOM: Ha OJMH MOJIb BOCCTAHOBJICHHOTO a30Ta HEoOXoauMo 3arpaTuth 12-15
Mosie AT® [Fay, 1992]. Bce mmazorpodnble (a30TPUKCHPYIOUIME) MAaHOOAKTEpUU HAYUHAIOT
CUHTE3UPOBATh HUTPOTECHA3HBINH (DEPMEHTHBIN KOMILJIEKC M MPUCTYMAIOT K a30T(UKCAIIMA TOJIBKO B

YCIOBHUAX OTCYTCTBUS B CPEAC NOCTYIIHBIX UCTOYHUKOB CBA3AHHOI'O a30Ta.

MounekynsapHbIi KUCIOPOJ HWHTHOMPYET peakuuio a30ThUKCAlMHM, OKUCISAS W paspylas
CyOBEMHUIIBI HUTPOTEHA3HOTO (epMeHTHOro KoMmIuiekca [Fay, 1992]. B cBs3u ¢ 3TUM y MHOTHX
HUTYATBIX ITMAHOOAKTepUl (HUKCAIMS a30Ta OCYIIECTBISETCS B CHEIHATU3UPOBAHHBIX KIETKAX C

MHOTOCJIOHHON 000J0YKOH — reTepouucTax, O6€CHCHHB&IOHIHX aHaap06Hoe MHKPOOKPYKCHUC UIA
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s dexTHBHOrO (HYHKIMOHUPOBAHUSA U 3aiiuThl HUTporeHaswl [Kumar et al., 2010]. K rereporuct-
o0pa3yromuM JAUa3oTPpOPHBIM [THAHOOAKTEPHSIM OTHOCATCSA TpeJACTaBUTEeaN pojoB Anabaena,
Nodulana, Cylindrospermum, Nostoc, Scytonema, Calothrix u apyrux. ¥ HeKoTOpbIX Jua30TPOdHBIX
[IUAaHOOAKTEpHii, HE CIIOCOOHBIX K 00pa30BaHUIO TETEPOIHCT, (PUKcaIUs a30Ta MPOUCXOAUT TOJIHKO B

aHa’pOOHBIX M MUKPOadpoOHBIX yenoBusx [Stewart, Lex, 1970; Rippka, Waterbury, 1977].

3.4.2. llnanopuuMHOBBIE TPAHYJIbI B KaUeCcTBE Pe3epBOB a30Ta HHAHOOAKTEPHii

B xieTtkax MHOTHX IMaHOOAKTEpUi a30T MOXKET aKKyMYJIHpOBaTbcs B BUjae AC-BKIIOUYSHHI,
NPEJCTABISAIOMUX CcOOOW  CTPYKTYypHpOBaHHbICe IHaHO(GUIMHOBBIE Tpanyiasl [Allen, 1984].
[Muanodurwn (= MynbTu-L-apruaui-nosn-[ L-acaparuHoBas KUcioTa]) — 3T0 00oraiieHHbIH a30TOM
MOJIUMEP, OCTOB KOTOPOTO COCTOMT M3 OCTAaTKOB AaclaparnHOBOW KHUCIOTHI, a OOKOBBIE IIETIH W3

aprununa (puc. 8).
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Puc. 8 XuMnueckas CTPYKTYpa I_[I/IaHO(I)I/II_II/IHa — 06OFaH_IeHHOFO 4a30TOM II0JIMMEpa, OCTOB

KOTOPOro COCTOHUT H3 OCTATKOB aCHapaFHHOBOﬁ KHMCJIOTBI, a OOKOBBIE ey Hn3 apruHuHa (I/IS
[Oppermann-Sanio, Steinbiichel, 2002])

Cunre3 1HMaHO(UIMHA B KJIETKAX OCYIIECTBIACTCS (EPMEHTOM I[HAHO(PHIIMH-CHHTETAa30H,
KoTopas koaupyercs renom CpPhA [Obst, Steinbiichel, 2006]. [{nanodunuH-cuHTETa3a 0OeCIIEUNBAET
AT®-3aBrcuMoOe yUTHHEHHE [IENH [IHaHO(DHUIIMHA TyTeM MPUCOSTUHEHUS acllapariHOBON KHUCIOTHI U
apruHUHA K ee KOHITy. bruoaerpamarust 1iuanoGuIMHa OCYIIeCTBIACTCS IHAaHOQUITNHA30H, KOUPYEMOit
reroM CphB, xotopast oTiiemiseT OT MUAaHOMHUIIMHOBOM IEMH IUIEITH I, COCTOSIINN U3 aprUHUHA W

acrmaparuHoBoi kuciotel [Oppermann-Sanio, Steinbiichel, 2002]. Oo6pa3oBaBuiuiicst B pe3ynbrate
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pCaknun Acrpajali JUICHTHA THUAPOJIU3YCTCA OO0 AaprMHUHA W aclapar WHOBOM KHCIIOTHI oa

nelictBueM GepMeHTa n3oacnapTuil-aunentraassl [Hejazi et al., 2002].

[uanoduiHoBeie AC-BKIIOUCHUS MAHOOAKTEPUH HWIPalOT KIHOYEBYIO pPOJIb B 3allacaHuu
a30Ta, TO €CTh SBJISIFOTCS BHYTPUKICTOYHBIMHU pe3epBaMu a30Ta. [Ipu HM30bITKE a30Ta B Cpeie
[IHaHO QUITMHOBBIC TPaHyJIbl HAKAIUITMBAIOTCS TPHU MEPEX0JIC OT IKCIOHCHIIMAIBHOTO K CTAIlMOHAPHOMN
¢aze pocta M MCUE3aIOT NpHU CcOATAHCHPOBAHHOM BO30OHOBJICHHH pOCTa KyabTyphl [Simon, 1973;
Lawry, Simon, 1982; Mackerras et al., 1990], a nmpu KyJabTUBHPOBaHUU B 0€3a30THON Cpejie TPaHyIIbl

rmanopuiaa Mmetaboausupyrorcs [Allen et al., 1980; Allen, Hutchison, 1980].

C TOYKM 3pEHHsT MHUKPOOpPraHM3Ma IHAHO(DUIMH SIBISETCS WACATBHBIM BHYTPUKICTOYHBIM
pesepBoM aszota [Simon, 1987], mockonbKy OH SIBJISIETCS HEPACTBOPUMBIM IPH BHYTPUKIETOUHBIX
3HaYeHUSX pH U HOHHOM CHITBI, @ OJIMH MOHOMEp IIETTH HaHO(DUIIMHA 3aITacaeT [esIbIX 5 aTOMOB a30Ta.
OOGBIYHO B BOJIHBIX JKOCHCTEMax NHAHOOAKTEPUHM YAaCTO CTAIKHUBAIOTCS C OTPaHUYCHHEM HITH
HCTOIIIEHHEM HCTOYHUKOB a30Ta B OKpyxkaromieit cpeme [Howarth, Cole, 1985]. Cuwmraercs, uto
crocoOHOCTh A (GEKTUBHO 3aracaTh a30T JaeT HUaHOOAKTEPHUsIM KOHKYPEHTHOE MPEUMYILECTBO MEpe.T

npyrumu opranu3mamu [Mackerras et al., 1990].

3.4.3. I'yanuH W MoYeBasi KHCJIO0TAa B KayecTBe MNOTEHIHAJbHBIX pe3epBOB a30Ta
MHKPOBOA0POCJIei

Ha HacTosImuii MOMEHT JIMIIG JUIsi HEKOTOPBIX BUIOB MUKPOBOJIOPOCIICH OBLIO TIOKAa3aHo, 4TO B
BaKyoJsIX MX KIETOK MOTYT HAaKaIUTMBAThCS BKIIIOUEHHS, COJCPIKAIMe COeOMHCHHs asorta. Jlis
HEKOTOPBIX U3 HHUX yIaJ0Ch WACHTH(GHUIUPOBATH XUMHUYECKYIO TPUPOIY STHX COCIMHCHUMN: B OJHHUX
MHUKPOBOJIOPOCIIAX ObLIN OmpeaeieHsl BKIroueHus moueoii kuciaotel [Clode et al., 2009; Kopp et al.,
2013], B npyrux — BKiIto4YeHus ryanuna [DeSa, Hastings, 1968; Fogel et al., 1972; Moudiikova et al.,
2017a] (cm. puc. 9).

, 0 0
N NH N NH
0 %
=<H l N/go <H |N/)\NH2
H

MoueBaa KucaoTta l'yaHuH

Puc. 9 Xumuueckasi CTpyKTypa MOYEBOW KUCIOTHI U T'yaHHHA
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B pa6orax [Clode et al., 2009; Kopp et al., 2013] ¢ momoribr0 MeTo1a ra30Boi XpoMaTorpapur—
MacC-CIeKTpOMETpUU  KpUCTAUIouaHble  AC-BKIIOYCHHS] ~ TUHO(DUTOBBIX  CHMOHMOTHYECKUX
MHUKPOBOJIOPOCIICH ObUIM HMACHTU(UIMPOBAHBI KaK KPUCTAUIBI MOYEBOM KHUCJIOTHL. JlaHHBIC
JTMHO(UTOBBIE MUKPOBOIOPOCIIH, IPENOJIOKHUTEIBLHO, OTHOCS e K Symbiodinium sp., uccnenoBanu
B COCTaBE MX IPUPOIHBIX CUMOHO30B ¢ KopaioBeiMu mojumamu Aiptasia sp. [Clode et al., 2009] u
Pocillopora damicornis [Kopp et al., 2013]. B psine uccinenosanwmii [ Yamashita et al., 2009; Raina et al.,
2017; Rosset et al, 2017] xpucrautowgHble BKIOYECHHS CHMOHOTHYECKHX MHKPOBOIOPOCIICH
Symbiodinium sp. mo ananoruu ¢ padoramu [Clode et al., 2009; Kopp et al., 2013] 6bu1u 0003HaUEHBI

KaK BKJIFOYEHHS MOYEBOM KHUCIIOTHI.

BHyTpuKkiieTouHbIe TpaHysbl CBOOOTHOKUBYIIIEH TUHOPHUTOBOH MHKpoBogopocin Gonyaulax
polyedra Obuti ompeseneHbl KaK BKJIIOYCHUS TyaHHWHA IIyTEM OCYIICCTBICHHUS OyMakKHOM
xpomaTtorpaguu ¥ HU3MEpPEeHHs] PacTBOPUMOCTH, IIJIaBy4del IUIOTHOCTH, CIIEKTPOB MOTJIOLIEHUS,
dbnyopecueniu 1 (GocopeceHIINN BIICICHHBIX U3 KICTOK yKa3aHHBIX rpanyn [DeSa, Hastings,
1968; Fogel et al., 1972]. Tlo anamoruu ¢ [DeSa, Hastings, 1968; Fogel et al., 1972] BoisiBiIcHHBIC
BkiroueHust Gonyaulax polyedra B padorax [Schmitter, 1971; Lewis, Burton, 1988] Taxke 0003Ha4YmIM
Kak ryaHuH. HemaBHO ¢ MOMOIIBIO METOJA JIA3€PHOM CKAHHUPYIOIIEH MHUKPO-CHEKTPOCKOTUU
koMOuHarmonHoro paccesinus (KP) kpucramionanpie BKIIOYEHHs B KJIETKaX 3€JI€HOH MUKPOBOIOPOCIIU
Desmodesmus quadricauda u oxpodutoBoit MukpoBomopociau Trachydiscus minutus taxke ObLIH

uaenTuHUIMpoBanbl kKak ryanuH [Moudiikova et al., 2017a].

B Be3UKymApHBIX  3JMEKTPOHHOIUIOTHBIX  TpaHyldaX  CBOOOJHOXXHMBYIIEH  3€JIeHOMN
MUKpoBozopocaun Tetraselmis suecica ObuT OETEKTHPOBAH a30T, HO MHPU ITOM HIACHTH(UKAIKS

XHMHYECKOH MPUPOIbI IpaHyit He mpoBoauiack [Nassiri et al., 1997].

O Mera0boyi3Me BKJIFOUCHHI MOYEBOW KHCIOTHI Y MHKPOBOJOPOCIICH M3BECTHO OYEHb MAJIO.
Nwmeromuecss  cBeieHust (GparMeHTapHI HM  OTHOCSATCS K CHMOHOTHYECKUM  JUHO(PHTOBBIM
MHUKPOBOJIOPOCIISIM B COCTaBE CUMOMO30B C KOPAUIOBBIMH MOJUIIAMHU TIPU KYJIbTUBHUPOBAHUU B CPEJIE C
azorom [Kopp et al., 2013; Rosset et al., 2017]. B pabote [Kopp et al., 2013] ¢ momoripio metoaa [I19M
M Macc-CIEeKTPOMETPUHU BTOPUYHBIX MOHOB C HAaHOMETPOBBIM paspemieHueM (HaHo-MCBU) (Nano-
Secondary-lon Mass Spectrometry, NanoSIMS) 6buto mMmoka3aHo, 4TO B KIETKaX JAWHO(DUTOBBIX
MHUKpPOBOJIOPOCJIEH MPU KPaTKOBPEMEHHOM YBEIHUYEHUH COACPKAHHS a30Ta B Cpele MPOUCXOAUT
6bIcTpoe (depes 45 MUH) BKIIIOUEHKE 100aBIEHHOTO B cpey a30Ta °N B cocTaB KpHCTalIIOB MOYEBOit
kucoThL. Uepes 6 4 a30T 1°N peMoOUIH3HpyeTcs U3 KPUCTAIIOB MOYEBOH KHCIOTH MUKPOBOAOpOCIEit
Y HamIpaBJIseTCs B KIIETKH CUMOMOHTa — KOpaJutoBoro noJsimna. B uccnenosanuu [Rosset et al., 2017]

Ha HaM-I/I306pa)KCHI/I$IX HU3MCPAJIM  OTHOCUTCIIBHYIO IJIOIIAJlb  KPUCTAJIIIOUJIHBIX BKJIIOUCHUH
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(0003HAYEHHBIX KaK KPHCTAJJIbl MOYEBOW KHCJIOTHI) B KJIETKaX CUMOHMOTHYECKON MHKPOBOIOPOCIH
Symbiodinium sSp. npu pa3HOM coJiep>KaHIH HCTOYHUKOB a30Ta 1 pocdopa B cpene. Okazanock, 4To MpH
OJTHOBPEMEHHOM H30BITKE a30Ta U HejocTaTke (ocdopa B cpere MPOUCXOAUT 3aMETHOE YBEIHUYCHUE
COJIepKaHUsl KPUCTAJUIOB MOYEBOM KHUCIIOTHI B KieTKax. [Ipu 3ToM mpu u30BITKE HCTOYHUKOB 00OMX
AIIEMEHTOB, NPH HEJOCTATKE UICTOYHUKOB 000X 3JIE€MEHTOB, a TAK)Ke MPHU OJTHOBPEMEHHOM HEJIOCTATKE

a3zoTa u u30bITKe Pochopa B cpene Takoi 3hdekT He HabIIoaIICS.

Ha nacTtosimmuii MOMEHT B JIMTEpaType OTCYTCTBYIOT CBEACHHS O METAa0O0JIU3ME BKIIOYCHHUI

TyaHWHA B KJIETKaX MUKPOBOJIOPOCIIEH.

Ilytu  OuocunTe3a u gerpajauuu  AC-BKIIOYEHMH TyaHMHA M MOYEBOM  KHCJIOTHI
MHUKPOBOJIOPOCIIEH, a TaKKe YyJacTBYIOUINE B HUX (PEPMEHTHI, TaKKe He uccienoBanbl. CKopee BCero,
KaK M BO BCEX )KMBBIX OpPraHM3Max, B MUKPOBOIOPOCIISIX OMOCHHTE3 ryaHnHa 0 NOVO MpOorCXOUT U3 5-
bochopubosmn-1-mupodocdara (cMm. puc. 10, peakuu Nel-15) ¢ yaactuem mesoi rpymmsl pepMeHTOB
[Lehninger et al., 2000, P. 863-866; Ashihara et al., 2018, P. 91]. ITpu 5TOM BCe aTOMBI a30Ta B T'yaHHHE
MPOUCXOAT U3 aMUHOKHUCIOT (cM. puc. 10, peakruu Nel,2.4,8,13). BuocuHTE3 MOYEBOW KHCIIOTHI,
BEPOSTHEE BCETO, MPOUCXOAUT U3 TyaHWHa wiH ageHuHa (cMm. puc. 10, peakuun Nel6-23) ¢ moMoIIbo
KJII04eBOro (hepMeHTa KCaHTHH-aeruaporeHassl (okcumasnl) (puc. 10, peakuu Nel7, 23) [Hafez et al.,
2017, P. 476; Ashihara et al., 2018, P. 91], a pacnax ocymectBisercs 10 ammuaka (puc. 10, peakumn
Ne24-32) ¢ momortipio psaga GepMEeHTOB, MO-BUAMMOMY, TaK K€, KaK 3TO MPOUCXOJUT B PACTCHUAX U

oakrepusx [Hafez et al., 2017, P. 478].

KiroueBast posib kcanTuH-aeruaporenassbl (puc. 10, peakiuu Nel7, 23) B OnocuHTE3€ MOUYEBOM
KACIOTBI B KpPHUCTALIOWAHBIX AC-BKIIOYEHHUsAX Oblla TONTBEpXACHA Il  JHHO(MUTOBBIX
cumobuoTrueckux MukpoBojgopociei [Clode et al, 2009]: nmpu wuHKyOanuu ¢ auIOMypHHOJIOM
(TOTCHIIMANBHBIM HMHIHOUTOPOM KCAaHTHH-JCTUAPOreHa3bl) M3 KICTOK HCYE3aU BCE BKIIOYCHUS
MOYEBO# KHCIOTHI K 7 JHIO KyJbTUBHUPOBaHUA. B Tpanckpuntome MukpoBogopocau Symbiodinium sp.
[Kopp et al, 2013], HakammuBaroIiei TIpaHyJbl MOYEBOW KHCIOTHI, TAKXe OBUIM BBISBICHBI
TPAHCKPHIITBI, KOJAUPYIOIINE KIOYEBbIC (EPMEHTHI CHHTE3a M JETpajallid MOYEBON KHCIOTHI —
KcaHTHH-Aeruaporenasy (puc. 10, peakuum Nel7, 23) u ypukasy (puc. 10, peakmus Ne24),

COOTBECTCTBCHHO.

B cBsa3u ¢ BBIIICU3JI0OKCHHBIM, MOXHO CACJIATb BBIBOJ O TOM, YTO MeTaboJIu3M U JUHaMHKa
q)OpMI/IpOBaHI/IH n acerpagannuiun AC-BKII0UCHUH MPIKpOBO,Z[OpOCJ'ICfI, B TOM 4YHCIC, B YCIOBUIAX
OTCYTCTBHA a30Ta B CPCAC, MPAKTUUCCKU HC HU3YYAJIHCh. BBI/I,Z[y cnaboit HU3YYCHHOCTU MeTaboIu3Ma
YKa3aHHBIX BKJIIOUCHH I (KaK MOYEBOi1 KHUCJIOTHI, TaK U FyaHI/IHa), CTPOTro roBOpA, JaHHBIC BKIIFOYCHUS

MOKHO pacCMaTpUuBaTh JIMIIb B KAYCCTBC INOTCHIHUAJIbHBIX BHYTPHUKIICTOYHBIX PE3CPBOB a30Ta.
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Puc. 10 Bo3moxHble mytu OuOCHMHTE3a M JAerpajallid TyaHUHAa U MOYEBON KHCIOTHI

a30TCOACpIKAIIUX BKIOYCHUH MUKpoBoAopocield. KpacHbIM OTMEUYeHBl aTOMbI a30Ta aMHHOKHCIIOT,
BKJIIOUAEMBIE B COCTaB MOYEBOW KUCJIOTHI WIIM TyaHWHa. B cxeme s oOneryeHus BOCHPUSTHS HE
ykazaHbl gApyrue ydacTHUkM peakuuii (AT®, H:0, xodakroper u nap.). Pepmentsr: 1 —
amuaoTpancdepasa, 2 — cuHTETa3a, 3 — TpaHchopmunaza, 4 — amunorpancdepasa, 5 — 1nukIaza, 6
— CHMHTeTa3a, 7 — MyTa3a, 8 — cuHTeTasa, 9 — nmasa, 10 — tpanchopmmnaza, 11 — cunTaza, 12 —
aeruaporeHasa, 13 — amuporpancdepasa, 14 — 5-Hykneorunasa wim  ¢docdaraza, 15 —
HyKJIeo3u1a3a, 16 — ryaHuH-neaMuHasa, 17 — KcaHTUH-AeTUuAporeHasa (okcuaasa), 18 — cunrerasa,
19 — mmaza, 20 — 5’-nykneorunasa wiu ¢ocdarasza, 21 — HykIeo3uaasza, 22 — aJeHUH-IeaMUHA3a,
23 — KcaHTHH-JeTuaporenasa, 24 — ypukasza (ypar-okcumasza), 25 — ruaponaza, 26 —
nexapOokcuiasza, 27 — annaHTouMHasza, 28 — aljnaHToukasa, 29 — ypeasa, 30 — nemmmuHaza, 31 —
aMHHOTH/IpoJIa3a, 32 — rumaposasa (0600meHo u anantuposano u3 [Lehninger et al., 2000, P. 865-866;
Hafez et al., 2017, P. 476, 478; Ashihara et al., 2018, P. 91])
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3.4.4. Buzyaau3zanus M MAeHTH(UKALUSA Pe3ePBOB a30Ta MeTOAaMU aHAIUTHYecKoil [19M

Jlnst  BBIABIICHHUS PpE3EPBOB a30Ta B KJIETKAX LHUAHOOAKTEPHH HCIONB3YIOTCS METOIbI
xumudeckoro ananmsa [Simon, 1973], 'H-IMP cnexrpockonuu [Erickson et al., 2001] u I19M B
KOMOWHaIuKu ¢ Meronamu aHanutudeckoir [I1OM — CXIIDD u DDIIDOM-kaprupoBanuem [Golecki,
Heinrich, 1991; Albertano et al., 1993; Jager et al., 1997]. MeToap1 xumMuyeckoro ananu3sa [Simon, 1973]
u H-SIMP cnexrpockoruu [Erickson et al., 2001] mo3BOJAIOT aHATM3MPOBATH TOIBKO OOPA3IIbI
CYCTICH3HMH KJIETOK, YTO JaeT MH(OPMAIMIO O COJEpKaHWHM LHUAHO(UIIMHA B TOMYNIALIUU KIETOK B
cpeaem. Metonpl CXII93 u DPIIOM-kapTupoBanue, HaIPOTUB, TIO3BOJISAIOT MOIY4aTh HH(OPMALIKIO
0 pacnpeneneHUd LUaHOPUIMHOBBIX AC-BKIIOUEHUH B Ipeaerax OJHOM KIETKH, TO €CTh Ha

CyOKJIETOYHOM YpOBHE, U, TAKUM 00pa3oM, OIIEHUTh F€TE€POT€HHOCTh KIETOK B KYJIbTYpE.

Metonpt CXI199 u OPIIOM-kapTupoBaHue ObLTN YCHEIIHO TPUMEHEHBI A1 UACHTU(DUKAINY
U BU3yanu3anuu uaHopuimHoBbIX AC-rpaHyn B CcBOOOTHOKMBYIIMX IuaHoOaktepusix [Golecki,
Heinrich, 1991], B nnanobakTepusix B cocraBe cuMbro30B ¢ pacterusmu [Albertano et al., 1993; Jager
et al., 1997], a Takke B KiIeTKaXx pPEKOMOWHAHTHOrO mmTamma Oaktepuu Ralstonia eutropha,
AKCIPECCUPYIONINX ITHaHOpUIMH-cuHTeTa3y nranodaktepun Nostoc (Anabaena) sp. PCC 7120 [Koop
et al., 2007].

B neckonpkux paborax [Nassiri et al., 1997; Clode et al., 2009; Kopp et al., 2013] mertoasI
aHanmuTuieckoil [IOM Ttaxxke ObUIM WCIIONB30BaHbI Il UaeHTU(UKAIKU AC-BKIIOYECHUN B KJIETKaX
MukpoBogopocieit. B pabore [Nassiri et al., 1997] ¢ momomsio metoga CXIIDD ObLIO MOKA3aHO, YTO
npu Jo0aBleHHHM KaaMmus B Cpely K 3elieHOH MukpoBojopociau Tetraselmis suecica kammuii
aKKyMYyJUPYETCSl B BE3UKYISIPHBIX 3JIEKTPOHHOIUIOTHBIX AC-BKIIOUEHUAX MHKPOBOIOPOCIH B hopMme
nonos Cd?*. Ilpu >ToM OblIa BbISBIEHA INOJOKMUTENbHAS KOPPENSALMS MEXKLY KOJUYECTBEHHBIM
conepxkanuem Cd®" u comep:kanuem a30Ta B 3TUX BKIIOUEHUSX. ABTOPBI 9TOro nccienopanus [Nassiri
et al., 1997] mpennonoxkunu, uto naHHble AC-BKIIOUCHHS COCTOSAT W3 TOJIMIENTHIOB, KOTOPHIC
MPUHUMAIOT ydacTue B AeTokcukauuu kaamusa. B pabotax [Clode et al., 2009; Kopp et al., 2013]
aneMeHnTHbie DDPIIDM-kapThl a30Ta no3Boauian Ha [I9M-n300paskeHusIX TOATBEPAUTDH TO, UTO a30T B
KIIETKaX CUMOMOTHYECKHX JUHO(PHUTOBBIX MHKPOBOJOpPOCIEH aKKyMyIUpyeTcs HMEHHO B
KPUCTAJIONJIHBIX BKIIOYCHHSIX, M, TaKUM O0O0pa3oM, BHU3yaTU3UpPOBaTh HJICHTU(DUIIUPOBAHHBIC

KpHuCTaJlJIbl MOYEBOM KHCJIOTHI B KIIETKaX C CY6KJ'I6TO‘IHBIM Pa3spCuICHUECM.

Wrak, snemeHnTHOE KaptupoBaHue metogoM OPIIOM mnosBonser BusyanusupoBaTh kak AC-
BKJIIOYEHHUSI IMaHoOakTepui, Tak U AC-BKIIOYEHHS MHMKPOBOJOPOCIEH Ha CYOKJIETOYHOM YPOBHE.
KomnuectBenHas oueHka conep:xanuss AC-BkiIodeHHH B kieTkax Ha DPIIDOM-kaprax Obuia Obl

IIOJIC3HA B HCCICOAOBAHUAX MeTa00JIM3Ma JTHX BKIIFOUCHUH. OI[HaI(O B Hay‘{HOﬁ JIMTCPATYpC HECT
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CBEJCHUI O METOJAX, MO3BOJIAIOIIMX MMPOBOJUTH TAKYyI0 KOJMYECTBEHHYIO OLIEHKY conepxanus AC-

BKJIFOYEHUH B 3TUX MUKPOOPraHU3MaXx.

3.5. llepcneKTHBBI HCIOJIL30BAHUSA B OMOTEXHOJIOTHM MUKPOBOI0OPOCJIeil H INAHOOAKTepHi,
aKKyMYJHpPYIOIUX pochop- 1 a3oTconep:kamue BKINYECHHUSA
3.5.1. IIpo6Jembl nosiyuyeHusi 1 Hea(pPeKTUBHOIO MCNI0JIB30BAHUS (POCHOPHBIX U A30THBIX
MMHEpAJbHBIX YA00peHHil U IBTPO(PHKALMHU BOJOEMOB
1o onieHkam uccaenoBarenei Yuco J0AEH, )KUBYIINX Ha 3eMJIe, TPOJIOJIKUT YBETUUUBATHCS U
nocturaet 9,6 mupa B 2050 roay u 10,9 mupa B 2100 roxy [Gerland et al., 2014]. PocT nHacenenus u
COMPOBOXKIAIOIIMIA €ro pocT TNOTPEeOJEHHUs] OKa3bIBAlOT OrPOMHOE JIaBJIEHWE Ha MHIIEBYIO
IMPOMBIINIJIICHHOCTD, B PE3YJIbTATC YET'O et HeO6XOJII/IMO IMOCTOSHHO YBCINYNBATH 00BEMBI IMPON3BOACTBA
MUIIEBBIX MPOAYKTOB. [[s1 yIOBIETBOpPEHHsS] 3TOro CIpoca HEOOXOAMMO HHTEHCHBHOE pa3BHUTHE
CEJIbCKOTO XO3SIICTBa, B TOM YHCIJI€ aKTUBHOE HCIOJIb30BaHHE BCE OOJIBIIMX IUIOIIAJEH 3eMiIH, BCE
0oJbIUX 00BEMOB BOJIBI, SHEpTruH U yaoopenuii [Tilman et al., 2002]. ®ochop u a30T — OCHOBHBIE

AIIEMEHTHI B COCTAaBE UCIOJIb3yEMbIX B CEILCKOM XO3SHCTBE YA0OpEHUH.

B mpousBojacTBe azoTcoaepkammx yAOOPEHUH HCIONB3YEeTCsl aMMHAK, TOJyd4aeMbId I10
nporeccy ['abepa [Erisman et al., 2008]. B ykazanHOM mporiecce cMech BOJIOpOJa U a30Ta MPOITYCKAIOT
yepe3 HarpeThlil KaTanu3aTop MoJ] BRICOKUM JaBJICHUEM, B Pe3yIbTaTe Yero BOJOPO U a30T BCTYMAIOT
B peakuuio coennHeHus. Bonopos 1oObIBalOT MyTeM MapoBOi KOHBEPCHH, Yallle BCEr0 — MPUPOJIHOTO
raza [Dincer, Acar, 2015], a a30T 3kcTparupyroT mnyreM (GpaKIMOHHON IMEPETOHKH CKUKEHHOTO
atmocgepHoro Bo3zayxa [ Smith, Klosek, 2001]. MupoBoe nmpon3BoICTBO aMMHAKa OKa3bIBAET OTPOMHOE
HEraTUBHOE BO3/ICIICTBUE HA OKPYXKAIOIIYIO Cpeay, BKIIoUaroliee BbIOpockl yriaekucnoro rasa (1,38 kr
Ha | KT MPOU3BEACHHOTO aMMHAaKa) U IPYruX ra30B, BIUSIONINX Ha Pa3BUTHE II100aIbHOTO MOTEIUICHUS

(mampumep, 3akucu a3ota) [Snyder et al., 2009, P. 256].

Hctounukom pocdopa 11t U3roToBICHHS YIOOPSHUH CITy)KaT HEBO30OHOBJISIEMbIC TTPUPOTHBIC
docdarnsie moposl [Cordell et al., 2009]. loGsiBaeMbie MuHEpanbHbie Gocdarsl 0OpadaTsiBatoT 93%
CepHOM KHUCIIOTOH, B pe3ynbTare dero odpaszyercs ¢ocdopHas KUCIOTa, KOTOPYIO 3aTeM OOBIYHO
UCTOJb3YIOT JUIS NOJIY4YEeHUsI OCHOBHOM (opMbl pochopHBIX yI0OpEeHUIT — BOJOPACTBOPUMBIX COJIEH
¢dochopnoit kucnotsl [Santos, Pires, 2018]. B mponecce uzroronenus ¢ochopHbix ynoOpeHuit
OOJIBIIYI0 POJIb UTPAET MPOU3BOJACTBO CEPHON KHUCIOTHI, KOTOPOE COMPOBOXKIAETCS TOKCUYHBIMH
BBIOpOCAMHM CEpHHCTOTO aHTHAPHIA W KHUCIOTHBIX mapoB. Emie oaHON skonornyeckoit mpooiemoit

ABIIsieTCS 00pa3zoBaHUe MOOOYHOTO MPOAYKTa MpHU MOJdydeHUuu (ocopHOil KHCIOTE — (ocdorumnca
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(muruapara cynabdara kanpuus, CaSO4-2H20), koTopsiii 00magaet Beicokoi TokcnuHocThio [Cordell et

al., 2009].

OcHoBHast mpoOJjeMa HCHOJIB30BAaHUA a30THBIX U (POCHOPHBIX MHUHEPATIBHBIX YA0OpeHUI
3aKII0YaeTCsl B HU3KOM 3()()EKTUBHOCTH TMOIJIOMIEHHS WX W3 TOYBBI CEIHLCKOXO3SHCTBEHHBIMHU
pactenusimu. [lo oreHKaM HccienoBaTelield paCTCHUSIMH YCBauBarOTCs TOJIbkOo 31-49% u 15-30%
BHOCHMBIX ¢ yaoOpeHusiMu a3zota u ¢pocdopa, cootBerctBenHo [Cordell et al., 2009; Solovchenko et al.,
2016; Santos, Pires, 2018]. 3HaunTeiabHAs YaCTh BHOCHMBIX Ha CEIIbCKOXO3SHCTBCHHBIC YIOJbs
MCTOYHHUKOB a30Ta U (pocdopa BEIMBIBACTCS C MOJIEH CO CTOYHBIMU BOJIAMH, YaCTh a30THBIX yI00peHU I
IpH 3TOM TaK)Ke IMOJABEpracTcs ACHUTPU(PHUKALNN, MHHEPATH3allMM W TOTEPSIM B pe3yiIbTare
npeobpazoBanus B ammuak u yineryuuBanus [Smil, 2000; Cassman et al., 2002; Choudhury, Kennedy,

2005].

BrimbiBaembie ¢ mosieilt ocdop- u azoTcoiepkaliue KOMIOHEHThl YAOOpPEHUH MONajaloT B
BOJIOEMBI, BHOCS 3HAUUTENBHBIN BKJIAJl B pa3BUTHE 3BTPOPUKAIIMN BOJHBIX SkocucTeM [Carpenter et al.,
2005]. DBTpodmKammsi — HACHIICHWE BOJOEMOB OHWOTCHHBIMH 3JICMCHTAMH, TaKUMH KaK a30T U
dhochop. OHa CONMPOBOKIAETCS CTPEMHUTEIBHBIM POCTOM ITHAHOOAKTEPUI U BOJAOPOCIIEH, B TOM UHUCJIE
MIPOIYLUPYIOIIUX TOKCUHBI, U IPUBOAUT K CHIDKEHHUIO COJIEP KaHUs pAaCTBOPEHHOTO B BOJIE KUCIOPOIa
M 3aMOpaM JKMBYIIMX B BojoeMax >KMBOTHBIX [Smith, Schindler, 2009]. OBTpodukanus y Geperon
MOpEH M OKEaHOB BHOCHUT CYILIECTBEHHBIN BKIJIaJ B PACIIMPEHHE MEPTBBIX 30H MOPCKUX IKOCHCTEM,
o0mas IIomaas KOTOPBIX IPOJOJDKAET CTPEMHUTENIBbHO YyBenuuuBatbes ¢ 1960-x romoB [Diaz,

Rosenberg, 2008].

Takum oOpa3om, B HacTosIIee BpeMsi MUPOBOE MPOU3BOJICTBO U MacHITaOHOE MCIOJIb30BaHUE
MUHEpaJbHBIX (POCHOPHBIX U a30THBIX yIOOpPEHH OKa3bIBalOT OTPOMHOE HETaTUBHOE BO3/IEHCTBUE HA

OKPYXXaromyro Cpeay, HAaHOCA KOJIOCCAJTLHBIN BpCI IIPUPOAHBIM 9KOCUCTCMAM.

3.5.2. 'no6anbuast mpodaema aepunura ¢pocdopa

Bce coBpeMeHHOE celnbCKoe X035IHCTBO CHMIIBHO 3aBUCUT OT IMPOU3BOJICTBA KaK a30THBIX, TaK U
¢dochopueix ynobpenuil. OnHako, B OTIIMYME OT a30THBIX YAOOpPEHMIA, MPOU3BOACTBO (HOCHOPHBIX
yI0OpeHuil COMpsKeHO ¢ pa3pabOTKON HEBO30OHOBIISIEMbBIX MPUPOIHBIX UCTOYHUKOB — (ochaTHBIX
mopoJ, Kotopbie chopmupoBanuck Ha 3emie 10-15 mun net Hazazg [Cordell et al., 2009]. [To ouenkam
uccrneoBaTeneil Bce MecTopokaeHus GpochaTHbIX TOpo Ha 3emiie OyayT vcuepnaHbl B Ommkaiiiiue
50—100 ner [Steen, 1998; Smil, 2000]. Kpome Toro, mpupoiHble UCTOYHUKHU (ochaTHBIX MOPOJ]
pacripeiesieHbl Ha 3emJie KpailHe HepaBHOMEPHO: OOJIBIIMHCTBO U3 HUX COCPEAOTOUYEHO HA TEPPUTOPUN

HECKOJIBKUX CTpaH, cpeau KoTopelx Mapokko, Kuraii, Amxup, CLLIA, FOAP u Hopaanus [Solovchenko
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et al., 2016]. bonee yem 85% MupPOBBIX MecTOPOXKIACHUN (HOoCPAaTHBIX MOPOA KOHTPOJIUPYETCS BCETO
Tpems crpanamu (Mapokko, CILIA, Kurait), cpenu koTopsix naupyet Mapokko [Bennett, Elser, 2011].
Hctounnku QocdaTHbIX TOPOA, PACIONOKEHHBIE HA TEPPUTOPUU MapOKKO M B IMOAKOHTPOJILHON €i
3anagnoit Caxape, COCTaBISIOT 00Jiee TPETH MUPOBBIX 3aIMACOB BHICOKOKAUYECTBEHHBIX MUHEPAIBHBIX
docdaros [Cordell et al., 2009]. Jlaxe B chepe no0brau HeTH TII00aTHHBIN AUCOATIAHC BHIPAKEH HE
TaK CHJIBHO — JIECSATOK CTpaH-wieHOB OpraHu3amnuu CTPaH-3KCIIOPTEPOB HEPTHU KOHTPOIUPYIOT BCETO
80% mupoBbix MecTopoxkaeHuit Hedtu [Bennett, Elser, 2011]. Kpome Toro, B sHEpreTuke yxe ceiuac
CYLIECTBYIOT NEpPCIEKTUBHbIE TEXHOJOIMHM, OCHOBAaHHbIE Ha aJbTEPHATHUBHBIX BO300HOBIISEMBIX
HCTOYHUKAX SHEPTUH, KOTOPhIE HE HCIOJIb3YIOT MCKONAEMOE TOIUIMBO, HE 3aBUCAT OT €ro JI0ObIYM U
BIUSHUS CcTpaH-dKcropTépoB HedTu [Dresselhaus, Thomas, 2001]. B cBsi3u c BBINIEH3T0KEHHBIM,
UCTOIIEHUE MHPOBBIX 3amacoB QocdaTHbIX MOpOJA, BEposATHEE Bcero, OyaeT HMeTh OoJiee
CYIIECTBEHHbIE TIJI00aJIbHBIE COLMATbHO-IKOHOMUYECKHE MOCIEACTBUS, YeM Je(UIUT HMCKOMaeMOro

TOIIJIMBA.

q)OC(bOp SABJISICTCA OAHUM U3 Han0oJIee XUMUYECKH aKTUBHBIX OJIEMECHTOB, IIOOTOMY OH, IOoIIazaas
B TIOYBY B COCTaBe YJA0OpEHUH, TOCTATOUYHO OBICTPO TpeBpaimiaetcs B hopmbl Gochopa, HETOCTYITHBIE
pacteHusiM. B pesynbrate pacteHus ycBauparoT Tosbko 15—30% BHOcuMoro ¢ ynoopenusmu docdopa
[Cordell et al., 2009]. CymiecTBeHHast 4aCTh BHOCUMBIX Ha CEJIbCKOXO3SHCTBEHHBIE YTO/IbSI HCTOYHHKOB
docdopa, momagasi B cToUHBIE BOJIBI, 0€3BO3BPATHO BBIBOJHUTCS M3 arpOdKOCHCTEM. B oTidme ot a3ora,
dbochop HEe 00pazyeT MOITONKUBYIIMX Ta3000pa3sHBIX COCIUHEHUM, KOTOpbIE Obl CHOCOOCTBOBAIH
ObICTpOMY aTMOC(EpHOMY TIEPEHOCY JJIeMEHTa, a TaKKe ero eCTeCTBEHHOMY BO3Bpary B
arpodKOCHCTEMBI, KaK 3TO MPOMCXOJUT C MOJICKYSIPHBIM a30TOM B pe3ylbTaTe a30T(UKCAINH

CUMOHOTHYECKUMHU M HECUMONOTHYECKMMH ra30TpodubMu OakTepusmu [Gopalakrishnan et al., 2015,

P. 356-357].

(DOC(I)Op MOJKET OBITh U3BJIEUEH U3 OTXOJO0B ITPOMU3BOJACTBA U HOTpC6J'IeHI/I$I IMUIICBBIX ITPOAYKTOB
U IMOBTOPHO HMCIIOJIBb30BATLCA B KAUCCTBC y,[[O6p€HI/I${. Takoi npouecc IMOBTOPHOI'O HCIIOJIb30BAHUSA
MOXKCET BKJIFOYAaTbh BHCCCHHEC OTXO010B CEILCKOXO03IMCTBEHHBIX KYJIbTYP 06paTHO B II0YBY, U3TOTOBJICHUC
KOMITOCTa M3 OBITOBBIX MNUIICBLIX OTXOO0B, OTXOIOB HpeI[HpI/IHTI/Iﬁ MUIIEBOM ITPOMBIIIVICHHOCTU H
pOSHHqHOﬁ mpoaaxu IMpoAOBOJIbCTBCHHBIX TOBAPOB, d TAKKE HCIIOJIB30BAHUC S3KCKPEMCHTOB YCJIOBCKA
U )KHBOTHBIX. Takue HCTOUYHUKHU (1)00(1)0[)8_ SIBJISIFOTCSI BO3OOHOBIISIEMBIMH U AOCTYIIHBIMHU, OJHAKO, U3-3a
HHU3KOT'O COACPIKaHUA (I)OC(I)Opa nux HCO6XO,[[I/IMO HaMHOTI'O 6OJ'IBH_IG, YCeM MHHCPAJIBHBIX yI[O6peHI/II71 nu3

¢dochaTHBIX MOPOJ, UTO AeTaeT UX 3KoHOMHUYeckH ManodddextuBHbIME [Cordell et al., 2009].

BBuy HcTomeHuss MUPOBBIX 3aracoB (ochaTHBIX MOPOJI, HU3KOH 3((HEKTUBHOCTH BHOCUMBIX

docdopHbIX ynoOpenuit, 6e3B03BpaTHOM MOTEPU 3HAUNTENBHOMN YacTu pochopa co CTOUHBIMU BOJIAMH,
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a Takke Hed(p(HEeKTHBHOCTH TOBTOPHOTO HCIONB30BaHMUA (ochopa M3 OTXOJOB MPOU3BOJCTBA H
NOTpeOICHUs MHUIIEBBIX MPOIYKTOB BOMPOC 00 M3bsATHH (hochopa U3 CTOUHBIX BOJA M BO3BPATE €r0O B

ArpoO3KOCHUCTCMBI CTAHOBUTCS BECbMa aKTYaJIbHBIM.

3.5.3. IlpeumyiiecTBa HCHOJb30BAHMS MHUKPOBOAOPOC/Iel U NUHAHOOAKTepHil sl
OMoNbATHS M3JUIIKOB (ochopa ¥ a30Ta U3 CTOYHBIX BOJ

FOpO)ICKI/IG U TPOMBIIIJICHHBIC CTOYHBIC BOJIbI, KaK H CeJ'II)CKOXOSSII\/’ICTBeHHI)Ie, coacpiKar
3HAYUTENIbHbIE Kon4yecTBa Gochopa 1 a3oTa, KOTOpPHIE NMPHU NOMAJAHUHU B BOJIOEMBI MOTYT BBI3BaTh X
sBTpodukanuio [Cai et al., 2013]. [TosTomy pa3paboTka 3pPEeKTUBHBIX cUCTEM O U3BATHUIO (ocdopa u

a30Ta U3 CTOYHBIX BOJ JIF000TO IMPOUCXOKACHUS ABJIACTCSA BECbMa aKTyaHBHOfI.

TpamuimonHo I U3BATHS (Gocopa W a30Ta M3 CTOYHBIX BOJ HCIOJB3YIOT XUMUYECKHE
MeTobl. [l ynaneHust u3IuImKoB a3ota u3MeHstor pH pacteopa: npu pH 10,5—11,5 a3ot HaxoauTes B
dbopmMe amMMmHMaka M TIEPEHOCUTCS W3 pacTBOpa B BO3JAYX IOCPEICTBOM BbIMapuBaHus. OHAKO
OCYIIIECTBIICHHE ATOTO MPOIECCa MMEET BBICOKHE JKCIUTyaTallMOHHBIE PAacXOoJbl M MOJXET BBI3BATh
3arpsisHeHuEe Bosayxa [Santos, Pires, 2018]. U3barne m30bITKa a30Ta TaKKe OCYHMIECTBISIOT IyTEM
OKHUCJICHHS aMMHUaka. XJop, N00aBJIeHHBIN B mpoliecce 00pabOTKH CTOYHBIX BOJI, OKHCISET a30T B
aMMUakKe 70 MOJIEKYJISIPHOTO a30Ta WJIM JPYrux CTaOWIbHBIX coequHeHui. OHAaKO MpU 3TOM MOTYT
o0Opa3oBaThCsl MOOOYHbIE TOKCHYHBIE BEUIECTBA, TAKHE KaK XJIOPOpPraHMYECKHe coenuHeHHs [Santos,
Pires, 2018]. OgauM U3 pacnpoCTPaHEHHBIX MMOIX0J0B U3BATHUS U3TUIIKOB (hochopa U3 CTOYHBIX BOJI
SIBJIIETCS €70 XUMUYECKOE OCAXICHUE C TOMOIIIBIO COSTMHEHH JKeTie3a, alFoMUHUS Win Meu. OHaKo,
dhochop, ocakIEHHBIH TaKUM CIOCOOOM, UMEET HU3KYIO CTEIEeHb OWOJOCTYITHOCTH, W OOJIbIIAs €ro
yacTh OOBIYHO TepsieTcs Ha monmronax [de-Bashan, Bashan, 2004]. OgHoii M3 HCHOJIB3yeMBIX B
HACTOSIII[EE BpPEMS AIbTEPHATHB XUMUYECKOMY OCaXACHUIO SBISETCSA TEXHOJOTHS YIYYIIEHHOTO
ouonornyeckoro yaanenus ¢ocdopa (Enhanced Biological Phosphorus Removal, EBPR),
WCIOJIB3YIOIas TMPOLeCChl akKymynupoBanus ¢ocdopa rereporpodubiMu Oakrepusimu [McGrath,

Quinn, 2003].

bonee nepcrieKTUBHBIM pelIeHHeM MpoOseMbl U3MUIIKOB Gocdopa U a30Ta B CTOYHBIX BOAAX
SBIIICTCSI  UCMOJb30BaHUE (POTOCMHTETUUECKUX MHKPOOPTaHU3MOB — MHKPOBOJOpOCIEH H
IUaHOOAKTEPHi, CIIOCOOHBIX, B OTJIMYME OT reTepoTPO(HBIX OaKTepUil B TEXHOJOTHIX YIYyUIIEHHOTO
Ouonornyeckoro ynanenus ¢pochopa, pactu B a3poOHOM cpejie, a Takke aKKyMyJIHUpOBaTh €Ie U a30T
[Solovchenko et al., 2016]. OxgHO U3 BaXXHEHUIIUX MPEUMYIIECTB JAHHOTO MOAX0/1a 3aKII0YAeTCs B TOM,
YTO M3 BBHIPAIIEHHONH HAa CTOYHBIX BOJAaX OMOMAcChl MHMKpPOBOJOPOCIEH M IIMAaHOOAKTEpUN MOKHO

MOJIyYUTh PsiJ TMOJE3HBIX NMPOAYKTOB, TaKUX, HampuMep, Kak BbICOKOA(D(EKTHUBHBIE OHOYI0O0peHus
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[Mulbry et al., 2005; Mahanty et al., 2017] u 6uororumuBo [Parmar et al., 2011], mpon3BoACTBO KOTOPBIX
CTAaHOBHUTCS SKOHOMUYECKU BBITOJHBIM IPU KCIIOIB30BAHUKM CTOYHBIX BOj [Pittman et al, 2011].
[{uanoduiwH, BbIIEICHHBIA U3 BBHIPAIICHHOW HA CTOYHBIX BOAAX OMOMACCHl MAHOOAKTEPHA, MOXKET
OBITh XUMUYECKU TPeoOpa3oBaH B MPOU3BOIHOE C YMEHBIICHHBIM COJEp)KaHUEM apruHuHa [Joentgen
et al, 1998], koropoe 3aTreM MOXeT OBITh HCIOJB30BAHO KaK OHOpa3jaracMblii 3aMCHUTEINb
MOJIMAKpUJIaTa B PA3JIMYHBIX TEXHHUECKHX mporeccax [Schwamborn, 1998]. O6orarennas dpochopom
Onomacca MHKpPOBOAOPOCIEH W  LMAHOOAKTEpHH  SBIAETCS MOTEHIHMAIBHBIM  HCTOYHHUKOM
nonrdocdaToB, KOTOPbIE MOTYT OBITH BBIAEIEHBI U3 KJIETOK M UCIOJIb30BaHbl B Pa3IMYHbIX 00JacTIX
MEIIUIIMHBI, IS CO3JlaHWs OMOMAaTepuajoB W B MHINEBOW MPOMBIIIJIEHHOCTH (MOAPOOHBIH 0030p

crioco6oB mpuMeHeHus mosudocdaTos cM. B padore [Kulaev et al., 2004, P. 188-191]).

B xone uccnemnoBanuit ObUTO TOKa3aHO, 4TO U3bATHE (Gocdopa U a30Ta U3 CTOUYHBIX BOJ C
WCIIOJIb30BaHUEM MUKPOBOJIOPOCIIEH U ITnaHoOaKTepuii sBisieTcs kpaitHe dhdextuBapiM [Mulbry et al.,
2008; 2009; Chinnasamy et al., 2010; Chi et al., 2011, Li et al., 2011; Markou, Georgakakis, 2011; Su
et al, 2011]: OmousbATHE 3HAUMTENBHBIX KOJIUYECTB Qochopa M a3zoTa MHKPOBOAOPOCIIMH U
[IMAaHOOAKTEPUSIMH C OJTHOBPEMEHHBIM HAKOIUICHHEM HX OMOMAacChl ObLIO TPOJIEMOHCTPHUPOBAHO IS
ropoackux [Chiet al., 2011; Liet al., 2011; Su et al., 2011], npombimienssix [Chinnasamy et al., 2010;
Markou, Georgakakis, 2011] u cenpcrkoxo3siictBeHHbIX [Mulbry et al., 2008; 2009; Markou,

Georgakakis, 2011] cTo4HBIX BO/I.

3ejIeHbIe MUKPOBOIOPOCIH Yallle APYIHX MUKPOBOJOPOCIEH UCIIOIB3YIOTCS B UCCIIEIOBAHMSIX
nmo OuomsbATHIO a30oTa U (dochopa M3 cToyHBIX BOx (cM. Tabn. 3). Ilpum sToM cpemu 3elmeHBIX
MHUKPOBOJIOPOCIICHi B OTHOIICHHH BO3MOXXHOCTCH OHOU3BATHS CAMBIMH H3YY4aeMbBIMHU SIBIISIFOTCS
npencrasutenn poga Chlorella. DddexruBrocTs m3bsaTus (ochopa um azora Is pasHbIX BUIOB
Chlorella Bapsupyer B ipezaenax ot 8 mo 100%; B enom, npeacrasutenu suaa Chlorella vulgaris 6oee

a¢dexruHbl, ueM apyrue Buasl Chlorella (ta6:.3).

Taxke MHMPOKO HCHOJB3YIOTCS B paboTax 1O OHOUBBATHIO OHOTEHHBIX 3JICMEHTOB
MHUKpPOBOZOPOCIH U3 cemelicTBa Scenedesmaceae (pox Scenedesmus, Desmodesmus, Acutodesmus). Mx

3pPeKTUBHOCTh BapbUpyeTcs B mUpokux npeaenax (20—100%; tabn.3).

[{nanob6akTepuu HapaBHE C MUKPOBOIOPOCIISIMU TIPUBIIEKATEIBHBI 15 Pa3pabOTKH TEXHOIOT Uit
no OumomsbsATHIO Pochopa U a3ora U3 CTOUHBIX BoA. K Hambonee moaXomsuiuMm Uisi OMOM3BITUS
[IMaHOOAKTEPHSIM OTHOCATCS HUTYAThIE IMaHOOAKTEPUH, TOCKOIBKY COOpaHHBIC B HUTHU KIIETKU JIerde
OTJICIUTh OT OYMILEHHBIX CTOYHBIX BOJ, YeM WHAMBHyaldbHbIC KiIeTku [Markou, Georgakakis, 2011].
B uccnenoBaHusIx Mo OMOU3BITHIO IUPOKO UCTIOJIB3YIOTCS HUTYATHIC IIHaH00aKTepuu poja Spirulina u

Oscillatoria (ta61.3) ¢ a¢dpexruBHOCTBIO OMON3BsTUS 72—100%.
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Tabn. 3 DddexkruBHocTh OnMOM3BATHS a30Ta W ¢dochopa M3 CTOUYHBIX BOJA IITAMMAMH
MHKPOBOJIOPOCIEH U IMaHOOAKTepUit

[ITamMmM MUKpoOpraHuszMa D¢ dextuBHOCT | DPPEKTUBHOCTH Ccpuika
U3BATHUS a30Ta u3bATus hocdopa
(%) (%)
3eneHble MUKPOBOIOPOCIIH
Chlorella kessleri UTEX 398 8-19 8-20 [Lee, Lee, 2001]
Chlorella pyrenoidosa FACHB-9 | 87-89 70 [Hongyang et al., 2011]
Chlorella sorokiniana UTEX - 45-72 [Hernandezet al., 2006]
1602
Chlorella vulgaris AG30007 92 87 [Mujtaba et al., 2018]
Chlorella vulgaris 23-100 46-94 [Aslan, Kapdan, 2006]
Chlorella vulgaris NTM06 55-99 - [Khan., Yoshida, 2008]
Chlorella vulgaris Bejerinck 30-95 20-55 [Gonzalez et al., 1997]
Chlorella vulgaris CICESE 55-88 12-100 [Ruiz-Marin et al.,
2010]
Chlorella vulgaris FACHB-1227 | 81 85 [Lvetal, 2018]
Parachlorella kessleri TY 73 81 [Lv et al., 2018]
Chlorococcum sp. GD 73 81 [Lvetal, 2018]
Chlamydomonas reinhardtii 42-83 13-14 [Kong et al., 2010]
Scenedesmus sp. 30-100 30-100 [Zhang et al., 2008]
Scenedesmus dimorphus (Turp.) | - 20-55 [Gonzalez et al., 1997]
Kutz
Scenedesmus obliquus CICESE 79-100 47-98 [Ruiz-Marin et al.,
2010]
Scenedesmus quadricauda 77 82 [Lvetal, 2018]
FACHB-1468
Scenedesmus obliquus FACHB- 71 62 [Lvetal, 2018]
417
Desmodesmus sp.CHX1 79 92 [Luo et al., 2018]
Acutodesmus dimorphus 100 100 [Chokshi et al., 2016]
I[I/IaTOMOBLIe MHUKPOBOJAOPOCIH
Phaeodactylum tricornutum 80-100 50-100 [Craggs et al., 1997]
SA91B33
lNantoduToBsIe MUKPOBOIOPOCTH
Isochrysis galbana (Clone T-1SO) | 99 - [Valenzuela-Espinoza
et al., 1999]
[{nano6axkrepuu
Oscillatoria sp. SA91CY1 100 100 [Craggs et al., 1997]
Spirulina platensis UMACC 161 | 96-100 87-99 [Phang et al., 2000]
Spirulina sp. SF 84-96 72-87 [Olguin et al., 2003]
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Takum o6pa3om, OuoM3bSITHE H3NMMIIKOB (hocopa M a30Ta M3 CTOYHBIX BOJ C MOMOIIBIO
MOJXOAAIIMX IITAMMOB MHUKPOBOJOPOCIIEH W LMAHOOAKTEPHIl SBISETCS BEChbMa IMEPCIEKTHUBHBIM,
IJIaBHBIM 00pa3oM, BBHJY HMX BBICOKOH AS(PQPEKTHMBHOCTH H3BATHS W BO3MOXXHOCTH JaJTbHEUIIErO

MCTIOJIb30BAaHUS OMOMACChl MEKPOBOIOPOCIEH U IMAaHOOAKTEPHIA TSI TIOTYUEHHSI TIOJIE3HBIX IPOTYKTOB.

3.5.4. llpeumyiecTBa MCIOJIL30BAHUA MUKPOBOAOPOC/Ieil U NIMAHOOAKTEpUil B KayecTBe
OnoynoopeHuii

buomacca MukpoBoopocieit, oboramennas GochopoM U a30TOM, MOKET OBITH UCTIOIH30BaHA
B KauecTtBe Onoynoopenuit [Mulbry et al., 2005]. OgHuM U3 OCHOBHBIX IPEUMYIIECTB OMOYI00pEeHM
Ha OCHOBE MHKPOBOIOPOCIIEH 10 CPAaBHEHHIO C MUHEPATBHBIMH YI0OPEHUSMH 3aKIIF0YAETCS B TOM, YTO
BBICBOOOX/IEHUE JOCTYITHBIX ISl pacTeHui (hocdopa u a30Ta U3 HUX MPOUCXOIHT MOCTETIEHHO, C OYEeHb
Huskoir ckopocthio [Mulbry et al., 2005; Ray et al., 2013]. Takas CKOpPOCTh ONTHMAaJIbHA IS
TIOTJIOIIEHUS PACTEHUSIMH: BEPOATHOCTH TOTO, UTO OCTYMHBIN (hochop 1 a30T U3 y100peHUit HE yCIeeT
MOTJIOTUTHCS. PACTEHUSIMH M OyJIET BBIMBIT M3 TIOYBBI CO CTOYHBIMU BOJaMH, PE3KO CHIDKaeTcs. Takum
o0pa3oM, TpH KCIOJB30BaHUKM OHOyI00peHuii (B OTIMYHE OT MHHEPAIbHBIX YAOOPEHHH) PHUCK
3arpsi3HEHUs] BOJHBIX JKOCHCTEM H3IMIIKaMu ¢ochopa M a3oTa U pa3BUTUS HUX HBTpoduKanuu

3HAYUTCIIBHO CHHXKCH.

[IpuMenenrne MHKpOBOIOpOCEH g OnomsbsatTus pocdopa M3 CTOUHBIX BOJA U JaJIbHEHIICE
WCIIOJIb30BaHUEe oOorameHHoi pochopom OroMacchl B KauecTBe OMOYI0OpEHUI MO3BOJIAET BEPHYTH
CMBIBaeMblii C Tmoyieil Qochop B arposkocucteMbl. OCYIIECTBICHHWE 3TOW 3aladyd BHECIO ObI
3HAYMTEJIbHBIN BKJIAJl B pellieHue riodanbHoU npobiemMbl aeduinura dochopa [Solovchenko et al.,

2016].

Elte oHUM MpeuMyIiecTBOM OHOYI0OpEeHU# Ha OCHOBE MHUKPOBOJIOPOCICH SBJISETCS TO, YTO
IIPU UX HCIOJb30BAHUHM HE HYXHO MPOBOAMTH MaxoTHble paboTel [Mulbry et al., 2005], kak npu
UCIIOJIb30BAHUM MHHEPAIbHBIX YAOOPEHUH, YTO CHJIBHO SKOHOMHUT pabodue pecypchl U SHEPTHIO.
3esieHble  MHKPOBOJOPOCTH SIBJSIFOTCS TEPCIIEKTHBHOM TPYIIOW MHKPOBOJOPOCTEH ISl CO3AaHUs
ouoymoopenuii: 3(hGeKTUBHOCTL OHOYymOOpeHHit Ha OCHOBe MuKpoBojopocieir poaa Chlorella u
Acutodesmus 6buta poeMoHCTpUpoBaHa B paborax [Yadavalli, Heggers, 2013] u [Garcia-Gonzalez,

Sommerfeld, 2016], cooTBeTcTBEHHO.

buomacca nmanoGakTepuii, oborameHHass ¢ochopom, TakkKe MOXKET OBITh HCIOJIb30BaHA B
Ka4yecTBE BHICOKOA(PEKTUBHBIX OMOYA0OPEHHI C HU3KOM CKOPOCTHIO BEICBOOOKICHHSI IOCTYITHOTO ISt

pacrenuii ¢pochopa [Ray et al., 2013]. Jlns psma umanoGaktepuii (Anabaena variabilis, Nostoc
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muscorum, Aulosira fertissima u Tolypothrix tenuis) Osi1a nponemMoncTpupoBana 3hHEeKTUBHOCTh HX

UCIIOJIb30BaHUS B KauecTBe OnoymooOpenwuii [Singh et al., 2016].

Bo3MOXXHOCTh Hanmuuusi pa3jiuyHbIX 3arps3HAIONIMX BEIIECTB B COCTaBe OUOYT0OpEHUH,
HarpuMep, pa3IudHbIX [MaTOTC€HOB, MOKET BBI3bIBATh OECIIOKOWCTBO O 0€30MAaCHOCTH MX MPUMEHEHHS.
Tem He MeHee, CUMTAETCS, YTO PUCKH, CBA3AHHBIC C HCIOJIH30BAHMEM OMOYIOOPEHHI B CEIHCKOM

X03sHCTBE, ABIAIOTCS oueHb HHu3KuME [Mulbry et al., 2005; Wilfert et al., 2015].

Wrtak, OwoymoOpeHHs Ha OCHOBE MHKPOBOJOPOCICH ¥ IIMAHOOAKTEPUU  SIBIISIOTCS
JPY’KECTBEHHOH IO OTHOIICHHWIO K OKPYXKAIOIICH cpesie albTepPHATUBON MHHEPATBHBIM yI0OPCHUSIM,
dbochop 1 a30T U3 KOTOPBIX OoJiee YPPEKTUBHO TMOTIIOMIAIOTCA PACTCHUSIMUA U B MEHBIIIEH CTETICHU
BBIMBIBAIOTCS C IIOJIE CO CTOYHEBIMH BOAaMH, CHHIXKad PUCK 3arpA3HCHHA BOJHBIX 3KOCHUCTEM

m3mmkamu docdopa u a3ora.

3.5.5. HepemeHHnble BONPOCHI W TMPO0JEeMbl HMCIOJb30BAHUA MHKPOBOIAOPOCIECH M
HMAaHOOAKTEePHIl B OMOTEXHOJIOT UM

HakammBaromue a3ot u pochop MUKPOBOAOPOCIN U ITMAHOOAKTEPHUH MOTYT OBITH TPUMEHEHBI
B OMOTEXHOJIOTUH JyIsi OMOU3BATHS U3NMHUIIKOB (ocopa M a30Ta U3 CTOUYHBIX BOJ M JATLHEUIIETO UX
HCIOJB30BaHUs B KauecTBe OHoynoOpenuii [Ray et al., 2013; Solovchenko et al., 2016]. Oxgnako, Ha
HACTOSIIIUHA MOMEHT HCHOJIb30BAaHUE STHUX MUKPOOPTaHHW3MOB B YKa3aHHBIX OHMOTEXHOJOTHYECKHX

mpoleccax 3aTpyIHEHO BBUAY pslia HEPEIICHHBIX BOIIPOCOB U MPOOIIEM.

PazpaboTka OMOTEXHOJOTMYECKHX CHUCTEM C KOHTPOJIHUPYEMBIM, S(PPEKTHBHBIM H3BATHEM
¢dochopa U3 CTOYHBIX BOJ C MOMOIIBIO MHKPOBOJOPOCIEH TpeOyeT AETaNIbHOTO MPEICTABICHHS O
MEXaHHU3MaXxX U PEryJsIiy MpolieccoB u3dbITouHoro noriomeHus dpochopa [Powell et al., 2008; 2009;
Dyhrman, 2016, P. 158] B kierkax 3tux opraHu3MoB. OCOOCHHO BaKHBIM SIBJISIETCS TMOHHMMaHHE
MeTabou3ma monupocdaTtoB — OCHOBHBIX KIETOUHBIX pe3epBoB Gochopa MukpoBomopocieii [Kulaev
et al., 2004, P. 174]. Tem He MeHee, Ha CETOMHANIHUI IEHb O MEXaHHM3MaxX CHHTE3a M Jerpajalud
nomudocdaToB, a TakKe O PETYIALUUA ITHUX MPOLECCOB Y MUKPOBOJOPOCIEH B YCIOBHUSX HM30BITKA
docdopa B cpesie U3BECTHO OUEHb MaJio. 3HAHUS 0 PepMeHTaX, YUaCTBYIOIIMX B CHHTE3€ NoJr(ochaTtoB
B KJIETKaX MHKPOBOJOPOCIEH, M O MX PErylsflUd MO3BOJAT pa3paboTaTh TEXHOJIOTUU JJISl CO3AAHUS
BBICOKOO(D(DEKTUBHBIX ~ T'€HHO-WH)XEHEPHBIX  IITAMMOB  MHUKPOBOJOPOCIEH ¢  yBEIMYEHHOU
CIOCOOHOCTBIO K morJjolieHuto ¢ocdopa u3 cpensl U U30bITOUHOMY 0OpazoBaHHIO TonHdocdaTroB

[Solovchenko et al., 2016].
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IIpu paspabotke cucreM 3¢pdeKTUBHOTO U3bITUSA (Dochopa W3 CTOYHBIX BOJ C IOMOIIBIO
IUAaHOOAKTEPHid BCTAET BOIPOC 00 MCHOJIB30BAHUHU AUA30TPO(HBIX WM HEAUA30TPO(PHBIX IITAMMOB.
Opnako BIMsSHUE OUa30TPo(UU Ha H30BITOYHOE ToriomeHue (ocdopa U3 cpeabl U U3OBITOUYHOE
obpaszoBanue nosudocdaroB B muanodakrepusax [Jensen, Sicko, 1974; Allen, 1984] no cux mop He

U3y4ajoch.

st co3manus BICOKOA(()EKTUBHBIX OMOTEXHOJIOTHUYECKUX CUCTEM U3BATHS a30Ta U3 CTOUHBIX
BOJl C TOMOIIbIO MHUKPOBOJOPOCIECH HEOOXOJUMBI 3HAHHUS O CIOCOOHOCTSX 3THUX OPraHU3MOB K
HaKOIUICHUIO a30Ta B YCJIOBUSAX M30bITKA a30Ta. HecMOTpst Ha TO, UTO HA HACTOSIIUNA MOMEHT TIOKa3aHO
HaJIMYKe TIOTCHIIMAJIBHBIX PE3EPBOB a30Ta B KJICTKaX HEKOTOPBIX MHKpoBoopociei [DeSa, Hastings,
1968; Fogel et al., 1972; Clode et al., 2009; Kopp et al., 2013; Moudiikova et al., 2017a],
pacnpoCTpPaHEHHOCTh JTOTO SBJIEHMSI Cpelud MHKPOBOAOPOCIEH, a Takke MeTaboJu3M 3THUX

MOTEHIIMATIBHBIX PE3€PBOB B YCIOBHSIX OTCYTCTBHSI/M30BITKA a30Ta B CPEZie HE U3YyUaIHCh.

Takum o0OpazoM, HCHOJB30BaHUE MHUKPOBOJOPOCICH U IMAHOOAKTEPHH, CIMOCOOHBIX K
HakoIUleHuto (ocdopa 1 a3oTa, B OMOTEXHOJIOTHH 3aTPYyIHEHO BBUAY HeJOCTaTKa (GyHIAAMEHTaIbHBIX

CBEJICHU 0 MeTaboIM3Me KIETOUHBIX pe3epBoB (ocdopa u a3ora.

3.6. 3ak/0ueHne K 0030py JUTEPATYPHI

[IpoBeneHHbli aHANM3 JTUTEPATYPhl MO3BOJISET CHENaTh BBIBOJ O TOM, YTO HCIOJIB30BAaHUE B
OMOTEXHOJIOTMU MUKPOBOJOPOCIIECH U InaHo0aKTeprii, akkyMymupyromux @oC- u AC-BKIIOUEHUS —
MEPCIEKTUBHOE pelIeHrue MpoOIeM, Cpelu KOTOphIX IoOanbHbBIM aedumut docdopa, ymepd mis
OKpY)KaloIleld cpeapl H3-3a NPOU3BOACTBA MHHEpAIbHBIX yA0OpeHHd U HedDPeKTUBHOCTH
UCIOJIb3YeMbIX ~ MUHEPANbHBIX  yHOOpeHwi, mpuBojsdmas K  OBTPOQUKAIMH  BOJOEMOB.
MHoro6emarnuuMy B 3TOM IUJIaHE SBISAIOTCA 3€J€HbIEe MHKPOBOIOPOCIH, OTHOCSIIHECS K POIY
Chlorella u x cemeiictBy Scenedesmaceae, ¥ HATYAThIC UAHOOAKTEPUH, HAIPUMED, HPEIACTABUTEIIH
poaos Anabaena u Nostoc. Ciabast H3y4eHHOCTh MEXaHM3MOB U pery/siiuu HakoruieHuss PoC- u AC-
BKJIFOUEHUH B ATHX MHKPOOPTaHM3MaxX TOPMO3HUT pPa3pabOTKy OuoTexHoNIoruid Ha ux ocHoBe. O
metabommzme ®oC- n AC-BKIIOYEHUI MOXKHO CYIUTh MO WX PACHpPENENCHUI0 W JIOKAlW3allud B
KIeTkax. M3 Bcex H3BECTHBIX AaHAIUTHYECKHMX METOJOB TOJBKO METOIbl aHamuTHueckod I[1OM
MO3BOJISIFOT MCCIEA0BATh ATH BKIIOYEHHS] Ha CYOKJIETOUHOM YPOBHE U JIOCTOBEPHO OMpPEACTATh MX
noxanu3anuio. KoinyecTBeHHas OlEHKa OMPEIETICHHOT0 MeToIoM aHanuTudeckoid [I9M coneprxanust

®0oC- u AC-BKIIIOUEHHI B KJIE€TKaX Oblja OBl I0JIe3Ha B HUCCIICA0OBAHUAX MeTa00IM3Ma 3TUX BKIIOUCHHH.
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4. MaTepuaJjibl 4 MeTOAbI

4.1. lllTaMMBbl MUKPOBOAOPOC/ICH U HIUAHOOAKTEPHi, YCI0BHS KyJIbTUBHPOBAHMS

4.1.1. Oomas undgopmanus

OcnoBHas uH(pOpManus 00 HCCIeAYeMbIX B padOTe IITaMMaX, UX KpPaTKuX 0003HAYCHHSIX U

YCTIOBHSIX MX KYJIBTUBHUPOBAaHUS B OTHOIICHWHM HAIWYHs HCTOYHHKOB Qochopa u a3ora B cpere

npuBeeHa B Ta0i. 4. Bo Bcex skcnepuMeHTax KyJIbTUBUPOBAaHUE IITAMMOB IIPOBOJAMIN MUHHUMYM B

JBYX OMOJIOTHYECKHUX MOBTOPHOCTSX (N > 2).

Tabn. 4. UccnenoBanHele B padoTe MITaMMbl MHUKPOBOJOPOCIEH M LIMAHOOAKTEpUH, YCIOBHUS HX
KyJIbTHBUpOBaHus (10 poOHee cM. B paszaenax 4.1.2. — 4.1.8.)

TlonHOE HaMMeHOBaHUE
ITaMMa U €ro KpaTKoe
o0o3HayeHmEe

Kpartkoe onncanue ycioBuit
KYJIbTUBUPOBAHUA

Ucnonb3yemas KyabpTypaabHast
cpena, ucrounuku gocdopa u azorta
B €€ COCTaBe

JykapuoTHYeCKHe MUKPOBOAOPOC/IH

Chlorella vulgaris
CCALA 256

C. vulgaris 256

Boccranosnenue pochopHoro
MUTAHUS TIOCJIE TOJIOAaHUS T10

bocdopy

1) Becdhocdopnas cpena Tamust
(Tamiya) [Ky3nemnos, Biagumupoga,
1964]:

e ucroyHuk azota KNO3

e 0e3 ucrounuka docdopa

2) Cpena Tamus (Tamiya)
[Ky3uenos, Bnagumupona, 1964]:
e ucrouyHuk azota KNOs

e yuctouHuK dochopa KHoPO4

Desmodesmus sp. IPPAS
S-2014

Desmodesmus sp.

Boccranosnenue pochopHoro
MUTAHUS TIOCJIE TOJIOAaHUS 10

bocopy

1) Becdhocdopnas cpena BG-11
[Rippka et al., 1979]:

e ucroyHuk azota NaNO3

e 0e3 ucrounuka dochopa

2) Cpena BG-11 [Rippka et al.,
1979]:

e ucroynuk azora NaNO3

e uctoyHuk Gocdopa KoHPO4

l'ononmanue no azory

Besasornas cpena BG-11o [Rippka et
al., 1979]:

e (0e3 HCTOYHHMKA a30Ta

e uctoyHuk (ocdopa KaHPO4

KynsTuBupoBanue B cpefe ¢
a30TOM

Cpena BG-11 [Rippka et al., 1979]:
e ucroyHuk azota NaNO3
e uctoyHuk ¢ocdopa KaHPO4

OnTumManbHble Ui CTallMOHAPHOM
KYJIBTYPbI

Cpena 1/2 SS [Zachleder, Setlik,
1982]:

e pucroyHuk azora KNO3
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TlonHoe HauMeHOBaHUE
ITaAMMa U €ro KpaTKoe
00o03HayYeHUE

Kpartkoe onucanue ycioBuit
KyJIbTUBUPOBAHUSA

Hcnonb3yemas KyJabTypaabHast
cpena, icTOYHUKH Gochopa u a3oTa
B €€ COCTaBe

e uctouyHuk (ochopa KH2PO4

JyKapuOTHYECKHE MHKPOBOI0POCIH

Chlorella vulgaris
IPPAS C-1

C. vulgaris IPPAS C-1

Boccranosiienne dpocdopHOro
MUTAHUSA TIOCJIE TOJIOAaHuUS 10

bocdopy

1) Becdhocdopnas cpena BG-11
[Rippka et al., 1979]:

e wucroyauk azora NaNO3

e 0e3 ucrounuka dochopa

2) Cpena BG-11 [Rippka et al.,
1979]:

e wuctouynuk azota NaNOs

e uctouHuk Qochopa KoHPO4

OntumanbeHbI€ ISl CTAlIMOHAPHOMN
KYJbTYpPBI

Cpena BG-11 [Rippka et al., 1979]:
e wucrtouynuk azota NaNOs
e uctouHuk Qocdopa KoHPO4

Tetradesmus obliquus
IPPAS S-2023

T. obliquus S-2023

OnTuManbHbIe JUIS
HENPEPHIBHOTO KYJIbTUBUPOBAHUS

Cpena BG-11 [Rippka et al., 1979]:
e wucroyauk azora NaNO3
e wuctouHuk dochopa KoHPO4

Amphidinium carterae
NCMA CCMP1314

A. carterae CCMP1314

BoccTaHoBiieHe a30THOTO
[IUTAHUS II0CJIE TOJIOMaHUS 10
azoTy

1) Bezazotnas cpena /2 [Guillard,
Ryther, 1962]:

e (0e3 HCTOYHHMKA a30Ta

e wucrtounuk dochopa NaHPO4

2) Cpena /2 [Guillard, Ryther,

1962]:

e 1pcToyHHK a30Ta NaNQOs,
conepskamuii uzoron °N

e yucrtouHuk dochopa NaHPO4

Lobosphaera incisa SAG
2468

L. incisa 2468

BoccranoBiienue a30THOTO
IUTAHUSA TOCIIE TOJI0AaHUS 110
a3oTy

1) be3azotnas cpena BG-11,
moaubuimpoBanHas mo [Boussiba,
Vonshak, 1991]:

e (€3 UCTOYHHKA a30Ta

e wucrtouHuk dochopa KoHPO4

2) Cpena BG-11,
mouduipoBanHas o [Boussiba,
Vonshak, 1991]:

e ucroyHuk azota NaNO3

e uctoyHuk (ocdopa KoaHPO4

lNononanue o docdopy

becdocdopnas cpena BG-11,
moauduipoBanHas o [Boussiba,
Vonshak, 1991]:

e pycrounuk azora NaNOs

e 0e3 ucrounuka Qgocgopa
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TlonHoe HauMeHOBaHUE
ITaAMMa U €ro KpaTKoe
00o03HayYeHUE

Kpartkoe onucanue ycioBuit
KyJIbTUBUPOBAHUSA

Hcnonb3yemas KyJabTypaabHast
cpena, icTOYHUKH Gochopa u a3oTa
B €€ COCTaBe

Huano0akTepun (MPOKAPUOTHI)

Nostoc sp. PCC 7118

Nostoc sp. PCC 7118

Boccranosiienne dpocdopHOro
MUTAHUSA TIOCIIE TOJIOAaHuUS 10

bocdopy

1) Becdhocdopnas cpena BG-11
[Rippka et al., 1979]:

e wucroyauk azora NaNO3

e 0Oe3 ncrounuka ocdopa

2) Cpena BG-11 [Rippka et al.,
1979]:

e wuctouynuk azota NaNOs

e uctouHuk Qochopa KoHPO4

Nostoc sp. PCC 7120

Nostoc sp. PCC 7120

[Ipn OTCYTCTBHM HCTOYHUKOB
a30Ta BOCCTAHOBJICHHE
dbochopHOTO MUTAHUS TIOCTIE
royioganus mo gochopy

1) Becdhocdopnas 6e3a3oTHas cpena
BG-11, [Rippka et al., 1979]:

e (€3 UCTOYHMKA a30Ta

e 0e3 ucrounnka dochopa

2) BezazoTHas cpemna BG-11,
[Rippka et al., 1979]:

e (0e3 HCTOYHHMKA a30Ta

e wuctouHuk dochopa KoHPO4

Boccranosnenue pochopHoro
NUTAHUS TIOCJIE TOJIOAaHUS T10

bocdopy

1) Becdhocdopnas cpena BG-11
[Rippka et al., 1979]:

e ucroyHuk azota NaNO3

e 0e3 ucrounuka dochopa

2) Cpena BG-11 [Rippka et al.,
1979]:

e wucrounuk azota NaNOs

e yucrtouHuk pochopa KoHPO4

4.1.2. IItamm Chlorella vulgaris CCALA 256: BoccranoBienune (pochopHOro MUTAHUS

1ocJie roJjioganus no gpocgopy

[Itamm cBoGoanoxuBymieir mukpoBomopocau Chlorella vulgaris CCALA 256 (CemeiictBo

Chlorellaceae, Knacc Trebouxiophyceae, Otaen Chlorophyta) 6611 Beiienen u3 npectoro o3epa Iymyke

(Pupuke) 8 HoBoit 3enananu (1982) u nenonupoa B Kosutekiinu KyabTyp aBTOTPO(HBIX OPraHU3MOB

(Culture Collection of Autotrophic Organisms, CCALA) B ropoae Tpebons (Tiebon), Yexwus

(http://ccala.butbn.cas.cz/en/). Illtamm C. vulgaris 256 monyvanu u3 yKa3aHHOW KOJUIEKIMH. [ '010/1HbIE

o ¢ocdopy KIeTKH mosiydainu mytem KyiabTuBupoBanus C. vulgaris 256 (HayanbHasi KOHIIEHTpAIMs

xnopopunna 25 mr nt) B 5 1 GecochopHoit cpeapl Tamus (Tamiya), comepskanieil B kauecTse

ucrounuka azora Hutpat kamus (KNOs, 5 1 n_l) [Ky3nenoB, Bnanumupona, 1964] u He conepxareit

ucTo4HNKOB ocdopa, B V-o6paznom (V-bag) ouopeakrope NOVAgreen® (NOVAgreen, I'epmanust)
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BHYTpPHU TeIUIUIBl. KIeTkH KyJbTHBHpPOBAIM TNPH MOCTOSHHOM O0apOOTHPOBAHUM Ta30-BO3AYLIHOM
cmecsio (TBC) CO, n Bo3ayxa ¢ xonuentparmeit CO; 2,5% co CKOPOCTBIO 5 11 MHH * IIPH €CTECTBEHHOM
COJHeYHOM ocBemieHud (Mapt B r. Omux, 'epManusi), KOMOMHHUPOBAHHOM C JIOTIOJHUTEIHHBIM
ocsenienueM 250 MkMob GOTOHOB (GOTOCHHTETHYECKH akTHBHOM pamuamun (PAP) m 2 ¢ L. ITocye 8
THEW KyIbTUBUPOBaHUS B OecdochopHOli cpene, KyabTypy OTOMpaIN U PECyCIEHANPOBAIH B TOM XKe
o0Beme ToJTHOM cpeapl Tamust, comepikanieii, TIOMUMO UCTOYHHKA a30Ta, UCTOYHHK (ochopa KH2PO4

(1,25 ).

KynbruBupoBanue mramma C. vulgaris 256 npoBoanim coBMeCTHO ¢ mpodeccopoM Kadeapsl
OouonnxeHepun Ouosiornyeckoro (axkynprera MI'Y ConoBuenko A.E. u COTpYyJHHMKOM HHCTUTYTa
Ouonormuyeckux Hayk W Hayk o 3emuie FOmmxckoro wuccienoBarenbckoro nentrpa FZJ (HOmux,

I'epmanust) nokropom JlaguciaaBom Henbanom (Ladislav Nedbal).

4.1.3. ramm Desmodesmus sp. IPPAS S-2014: kyJbTHBMpPOBaHHE B cCpele ¢ a30TOM,
roJioIaHue MO a30Ty M CTAMOHAPHAsA KYJIbTypa

[MItamm cuMOHOTHYECKOM MuKpoBogopocian Desmodesmus sp. IPPAS S-2014 (CemeiictBo
Scenedesmaceae, Kiacc Chlorophyceae, Otmen Chlorophyta), panee o0003HaueHHBIH Kak
Desmodesmus sp. 3Dp86E-1, 6bu1 BhIEIEH COTpyIHHKaMK Kadeapbl OHOMHKCHEPHH U3 CUMOMO03a ¢
rugpouaHsiM mosunom Dynamena pumila [Topemosa u ap., 2012], 00pa3iipl KOTOPOTO OBLIH COOpaHBI
B BEpPXHEH yacTu cyonmTopanbHoi 30HbI (0—2 M) Pyrosepckoii ryosr Kanmanakimickoro 3anuBa benmoro
Mops (66° 34’ c.mr., 33° 08’ B.1.). [Ipeakynsrypy Desmodesmus sp. mosrydainu myreM KyJbTHBHPOBAHUS
kietok B 0,75-1 konbax Ha Bo3ayxe B 300 mu cpensl BG-11, coneprkaiieli B kauecTBe HCTOYHUKOB a30Ta
u docdopa murpar Hatpust (NaNOs, 1,5 r 1Y) u ruapodocdar kamus (K2HPO4, 0,04 T 1) [Rippka et
al., 1979], npu nocrostaHol Temmepatype 25°C W mocTossHHOM ocBerieHur 40 MKMOJIb (DOTOHOB
DAP M 2-¢c !, TlpeaxynbTypy HOEpPKUBATE HA SKCIIOHEHIMANBLHOM (pa3e poCTa MyTeM eKeTHEBHBIX
pazbasienuii cpenoi. g KyIbTUBUPOBAHUS B CpPeie C A30TOM WIIH JJIA CO3JaHMs YCIOBUI NedunuTa
a30Ta KIETKU MPEIKYIbTYphl ocakaanu nentpudyrupoBanuem (1200 xg, 5 MuH), ABaXKbl OTMBIBAIIN
6e3azoTHOI cpenoit BG-11o, cosepskameii B kauectBe uctounuka pocdopa KoHPO4 (0,04 T 1t) u ne
cozxepxareit ncrounnkos asota [Rippka et al., 1979], u pecycnenaupoBanu B nosiHo# cpeae BG-11
win 6e3a30THOM cpene BG-11o 10 MIOTHOCTH KyIbTYphI 1O COAEPKAHUIO XJIopoduiia 25 mr i .
Knetku kynpTuBupoBanu B moiHou cpene BG-11 wnu B 6€3a30THOI cpesie B CTEKISIHHBIX KOJIOHHAX (6
CM BHYTpPEHHHI quameTp, 1,5 1 06beM) npu nocrossHHOU Temmeparype 27°C, MOCTOSIHHOM OCBEIEHUN

480 MxMoIb hoToHoB AP M 2-¢”! 1 6ap6OTHPOBAHUM BO3IYXOM CO CKOPOCTBIO 0,3 11 MUH .
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CraumoHapHylo KynbTypy mTamMma Desmodesmus sSp. i aHanu3a METOAOM JIa3epHOM
CKaHUPYIOIIEH MHKpPO-CIEKTPOCKOTHH KOMOMHAIMOHHOTO paccesHus (KP) momyuanmu myrem
KyJIbTHBUPOBAHMS KIETOK B 50-Mn ¢akoHax B 35 mm cpensl 1/2 SS, comepsxameii B kauecTse
MCTOYHMKOB a30Ta ¥ (ochopa mutpar kamus (KNOs, 2 r 1) u muruapodochar xamus (KHzPOs,
0,34 r 1Y) [Zachleder, Setlik, 1982], cooTBeTCTBEHHO, Ha BO3AyXe PU KOMHATHOH Temmepatype 20°C

IIPH THEBHOM ecTecTBeHHOM ocBemieHnn 20 MkMoiib hotoHOB DAP M 2-¢ L,

KynbruBupoBanue mramma Desmodesmus Sp. B 9KCiepuMEHTax Mo KyJIbTUBUPOBAHUIO B CPEIIC
C a30TOM U IPU a30THOM T'0JIOTAHUHU TIPOBOIUIM COBMECTHO C COTPYAHUKAMU Kadenpbl OMOUHKEHEPUU
ounonornueckoro (pakyiapreta MIY Cemsx W.O., Cemenopoit JI.LP. u Illep6akoeim II.H.
KynsTuBupoBanue mramma Desmodesmus Sp. uist aHain3a METOI0M JTa3epHON CKaHUPYIOIICH MHUKPO-
cnektpockonuu KP mnpoBogunmu coBMeCcTHO ¢ JOLEHTOM Kadeapbl OHOMOJIEKYISpHOM (QU3MKU
uncrutyra ¢usuku Kapiosa ynusepcurera (IIpara, Uexus) nmokropom Ilerepom Moibxkemem (Peter

Mojzes).

4.1.4. llITammer Chlorella vulgaris IPPAS C-1, Desmodesmus sp. IPPAS S-2014, Nostoc sp.
PCC 7118 u Nostoc sp. PCC 7120: BoccranoB/ieHHe (pochOpHOro NUTAHHUS MOCJ€e TOJIOJaAHUSA 10
¢ocdopy

B pabotre wucnonp30BaiM IMITaMM TMPECHOBOJHOW CBOOOJHOXKHUBYIIEH MHUKPOBOIOPOCTH
Chlorella vulgaris IPPAS C-1 (CemeiictBo Chlorellaceae, Kmacc Trebouxiophyceae, Otaen
Chlorophyta), Beimenennblii U3 ay:Ku B ApxaHrenabckoi oogactu B Poccuu (1960) u mernmoHnpoBaHHbIH
B KOJUICKIIMM MHKpPOBOJOpocieit u nmuanobakrepuii IPPAS unctuTyra dusmonoruu pacrennii PAH

(http://collection.cellreg.org/).

Jna ananuza QopmupoBanusi DPoC-BKIOYEHHH Yy OUa30TPOGHBIX W HEAHA30TPOQPHBIX
nuaHoOakTepuil nmpu nepexone oT GochopHOro rojogaHus K U30BITKY Heopranuueckoro gocdopa B
cpene B paboTe wucciemoBanM JABa LHMaHoOakTepuanbHbIX ImTamma poaa Nostoc (CemeiicTBo
Nostocaceae, Otmen Cyanobacteria): Nostoc sp. PCC 7118 u Nostoc sp. PCC 7120, panee
obo3naueHHbie kak Anabaena sp. PCC 7118 [Khudyakov and Pinevich, 1991] u Anabaena sp. PCC

7120 [Lopez-Gomollon et al., 2007], cooTBeTCTBEHHO.

[Itammer mukpoBogopocieit Chlorella vulgaris IPPAS C-1 u Desmodesmus sp. IPPAS S-2014
u 1nuanobakrepuit Nostoc sp. PCC 7118 u Nostoc sp. PCC 7120 moxBepranu ycinoBusiM JaepuIura
docdopa ¢ mocneayonM BoccTaHoBIeHHEM (hocopHoro nmuTanus. B ciydae mramma Nostoc sp. PCC

7120, cioco6HOTO K AMa30Tpo(UH, SKCIEPUMEHT 110 BOCCTAHOBJICHUIO (POCHOPHOrO MUTAHUS MOCIE
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rojoganus 1o ¢gochopy NPOBOAUIHN B ABYX BapHaHTax: 1) MpU HAIMYMM UCTOYHHKA a30Ta B Cpele, 2)

IIpY OTCYTCTBUU HUCTOYHHMKA a30Ta B CPEE.

B pabote npeaKy/nbTyphl IITAMMOB MOJIy4ajld ITyTeM KyJIbTHBHPOBaHHs KJIETOK B 0,75-11 Koy16ax
(C. vulgaris IPPAS C-1, Desmodesmus Sp.) min CTEKISHHBIX KOJIOHHAX (6 CM BHYTPEHHHUH JUaMETp,
1,5 m o6wem) (Nostoc sp. PCC 7118, Nostoc sp. PCC 7120) 8 300 mut cpenst BG-11, pu ocenennu 40
MKMOITb oToroB DAP M2 ¢! 6e3 GapboTuposanus (C. vulgaris IPPAS C-1, Desmodesmus sp.) wm ¢
noctostHHBIM OapOotupoBanneM 'BC CO2 u Bozmyxa ¢ konmentpamueir CO2 2% co ckopocthio 0,3 1
mun * (Nostoc sp. PCC 7118, Nostoc sp. PCC 7120). Jlns nonydenus npeaxynbsTypsl Nostoc sp. PCC
7120, amantupoBaHHOUW K Oe3a3otHO# cpexne, kiuetku Nostoc sp. PCC 7120 kymeTuBHpOBaNIH B
6e3azoTtHoii cpeae BG-11p B Tex ke yCcI0BHAX, KOTOpPBIE YKa3aHBI BIIIE st TpeAKynbTypsl NOStOC Sp.
PCC 7120, B teuenne 20 aueid. IIpenkynpTypbl MOJIEPKUBAINA HA DKCIIOHEHIMATBHOW (haze pocra

IyTeM €XEJIHEBHBIX pa30aBIeHUN COOTBETCTBYIOIIEH Cpeloi.

Jnst co3manmsa  ycioBuit  gedunura  pochopa  KIETKH — TPEAKYABTYP  OCAXKIAIH
neHtpudyrupoanuem (1200 xg, 5 MuH), aBaXK B! OTMBIBaIH OechocdopHoii cpemoit BG-11 (B cimydae
npeakynbTypsl Nostoc sp. PCC 7120, amantupoBanHO#l k 0e3a30THOU cpene, 6echocdopHoit cpemoit
BG-11, Takxke He conepikaiieil UCTOUHUKOB a30Ta) M PECYCICHIUPOBAIM B TOH K€ cpele, KOTOPOon
OTMBIBAJIH, JI0 IIOTHOCTH KyJILTYPhI IO CoJiepKkaHuIo Xaopodumna 25 mr i1 L. KieTku KyabTUBHPOBaAIU
B OecdocdopHoii cpene (B ciryuae kierok Nostoc sp. PCC 7120, agantupoBaHHBIX K 0€3a30THOM Cpeie,
B O6ecocdopHoit 6e3a30THOM cpejie) B CTEKIISTHHBIX KOJIOHHAX (BHYTpEHHUN nuaMmeTp 6 cMm, o0bem 1,5
JT) IpU IOCTOSHHOM TemmepaType 27°C, nocTossHHOM ocBemeHnn 480 MkMotb poToHOB DAP M2 ¢ ' u
oapootuposanuu 'BC COz u Bo3ayxa (¢ konunentpanueit 5% CO; npu kynsTuBupoBanuu C. vulgaris
IPPAS C-1, 20% CO, — Desmodesmus sp., 2% CO2 — Nostoc sp. PCC 7118 u Nostoc sp. PCC 7120)

co ckopocTsio 0,3 1 MuH .

[locne ocraHoBkM peneHus Kietok (mocie 11 pgHel ronmomanus 1o Qocdopy mpu
kyabtuBupoBanun C. vulgaris IPPAS C-1 u Nostoc sp. PCC 7118, mocne 20 ameit — mpu
KyabTHBHUpOBaHuu Desmodesmus sp., ocie 13 mHeit — npu kynsTuBHpoBanuu Nostoc sp. PCC 7120,
aZlanTUPOBaHHOM Kk 6e3a30THOM cpene, nocne 27 aHeit — npu kynstuBupoBanuu Nostoc sp. PCC 7120
B cpejie, coJieprKalieil HCTOYHUK a30Ta) KICTKH OTOMPAJH, PECYCIICHIUPOBAIN B TOM K€ 00beMe Cpe/ibl
BG-11 (B ciyuae kiretok Nostoc sp. PCC 7120, amantupoBaHHBIX K 6€3a30THO# cpe/ie, B TOM ke 00beMe
0e3a30THOIT cpenbl), coaepxaieit ncrounuk pochopa KoHPO4 (koneunas konueHtpaiust 400 MKMOITb

1 1=0,07r 1), u KyIbTUBHPOBAIH B TeX e YCIOBHSAX, IPU KOTOPBIX CO3ABAIH YCIOBHUS Je(HIUTa

docdopa.
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KynbsruBuposaunue mrammoB C. vulgaris IPPAS C-1, Desmodesmus sp., Nostoc sp. PCC 7118 u
Nostoc sp. PCC 7120 B skcmepuMeHTax IO BOCCTAHOBJICHUIO (POCHOPHOTO MUTAHUS MPOBOIHIH
COBMECTHO C COTpyIHUKaMH Kadenpbl OHMOMHKeHepuu Ouosormueckoro ¢axymbreta MI'Y 1.6.H.

Censax N.0., x.6.H. Cemenosoii JI.P. u lllep6akoseim I1.H.

4.1.5. llItamm Chlorella vulgaris IPPAS C-1: crammonapHasi KyJibTypa

Craunonaphnyto KynbTypy mramma C. vulgaris IPPAS C-1 mony4anu myrem KyJIbTHBHPOBAHHSI
kieTok B 50-mu ¢uakonax B 35 mur cpenbl BG-11, comepikanieid B kauecTBe MCTOYHUKOB a30Ta W
docdopa vutpar matpus (NaNOsz, 1,5 r 1) u rugpodocdar kamus (K:HPO4, 0,04 r 171) [Rippka et al.,
1979], cooTBeTCTBEHHO, HA BO3/yXe NPU KOMHATHOH Temmeparype 20°C npu JHEBHOM €CTECTBEHHOM

ocsemennn 20 MkMoib GoToHoB DAP M2

KynbruBupoBanue mramma C. vulgaris IPPAS C-1 mpoBOauii COBMECTHO C COTPYAHHUKAMH
kadenpsl OnomHxkeHepun Ouosornyeckoro akynprera MI'Y n.6.H. Censx U.O., k.6.H. CemeHoBOit

JI.P. u UlepOakoBeim I1.H.

4.1.6. IlITamm Tetradesmus obliquus IPPAS S-2023

[IITaMM CBOOOIHOKHBYIIEH TPeCHOBOAHON MuKpoBosopociu Tetradesmus obliquus IPPAS S-
2023 (CemeiictBo Scenedesmaceae, Kimacc Chlorophyceae, Otnen Chlorophyta), panee o603naueHHbIi
kak Acutodesmus obliquus 46, ObLT BEIIEICH U3 TPUOPEKHBIX KAMEHHBIX BAHH 0CTPOBa [T0KOpMEKHBIM
benoro mops (66° 28' 45.6"” c.m., 33° 31’ 22.7" B.n.) corpyaHukamu Kadeapsl OHOMHKEHEPHUH
ounonornyeckoro daxynmprera MI'Y [Ismagulova et al.,, 2017]. Kuerkm T. obliquus S-2023
KynbTuBHpoBanu B 0,75-1 konbax Ha Bo3ayxe B 300 mu cpeast BG-11, npu noctosiHHOM TeMiieparype
25°C u nocrossHHOM ocBenieHuu 40 Mkmoisib GoroHOoB DAP M 2c !, KynbeTypy nmonnep;xuBanu Ha

AKCMOHEHIIMALHON (pa3e pocTa myTeM eXeTHEBHBIX pa30aBIeHUI Cpeoii.

KynbruBupoBanue mramma T.o0bliquus S-2023 npoBoauiu COBMECTHO C COTPYAHHKAMH
Kadenpsl OuouHkeHepun Ouosormueckoro Qakynprera MIY n.6.H. Cemax MH.O., k.06.H.

CemenoBoii JI.P. u Illep6akoBbim I1.H.
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4.1.7. Iramm Amphidinium carterae NCMA CCMP1314: BoccTaHOBI/IeHHE a30THOTIO
NUTAHUS MOCJI€e TOJIOAHUS 0 30Ty

[ItamMmm MOpCKO CBOOOJHOKUBYIIECH NTHHOPHUTOBON MuKpoBogopocar Amphidinium carterae
NCMA CCMP1314 (CemeiictBo Gymnodiniaceae, Kiacc Dinophyceae, Otnen Dinoflagellata) Gwin
BhIZIeNieH 13 mposinBa Harraker (Nantucket Sound) B CeBepHoii ATinantuke B 1954 roxy v AeoHUPOBaH
B HanmonansHOM 1ieHTpe MOpcKuX Bojopocieit u mukpoouotsl (National Center for Marine Algae and
Microbiota, NCMA) B Tr1opome @Dammd¢p  (Falmouth), mrTar Maccauycerc, CIIA
(https://Incma.bigelow.org/ccmpl314#.XVg25ugzY-U). lItamm A. carterae CCMP1314 nonyvanu u3

YKA3aHHOM KOJUIEKIINH.

[penxynsTypy A. carterae CCMP1314 nonydanu myreM KyJIbTHBHPOBAHHS KIETOK B 650-mit
KyJIbTYpanbHOM (hIaKoHE TUIMA «KyIbTYypaldbHBIA MaTpac» miomanpio 175 cm? B 300 mn cpemst f/2,
colepikalleli B KauecTBe HCTOYHUKOB a3oTa u (pocdopa nurpar Hatpus (NaNOsz, 0,075 r nl) u
murugapodocdar natpus (NaHPO4, 0,005 r 1Y) [Guillard, Ryther, 1962], cooTBeTcTBEHHO, Ha BO3IyXe
npu KoMHaTHOW Temmeparype 20°C mpu JHEBHOM eCTeCTBEHHOM ocBemmeHuH 20 MKMOJIb (POTOHOB

DAP M 2c !

Jlnst co3panust nedunnTa a3oTa KISTKU MPEaKYIbTYPhl ocaxaanu reHTpudyrupopanuem (2000
X, 5 MUH), JBaKbI OTMBIBAJIK 0e3a30THOM cpemoit /2, conepikarieit B kauecTBe ncTOUHKMKA Gocdopa
NaH2PO4 (0,005 r 1°!) u He conepxaIneii HCTOYHUKOB a30Ta, U PecycleHaAnpoBany B 300 M Toif ke
cpensl. Kietku kynbTuBHpOBau B 6€3a30THOM cpenie B Tpex 650-Mil KyabTypanbHbIX (IakoHaX TUIA
«KyTBTYpallbHBIA MaTpacy miomanpio 175 cm? (mo 100 M KIETOYHOH CyCIEH3MH B KaxkIOM),
MIOCTABJICHHBIX BEPTUKAIbHO Ha OOKOBYIO CTOpPOHY, Npu KOMHaTHOW TemmepaTtype 20°C, mpu
MepUOANYECKOM OcBemeHn: 12 4 cBeT / 12 4 TeMHOTa MHTEHCUBHOCTHIO 20 MKMOJIb oToHOB DAP

M 2-¢c”! ¥ IIpu MOCTOSIHHOM HepeMelMBaHuK Ha opOuTansHOM mmeiikepe PS-M3D (Grant Instruments

! ¢ mopmHeBsIM BeTpsxuBanueM (reciprocating

Ltd, BenmukobOpuranus) co ckopocthio 10 060pOTOB MHH
shaking) mpu Hakione meiikepa Ha 30°. Ha 4 neHbp KyJIbTHBHPOBAHUS B 0€3a30THOM cpene
MHTEHCHBHOCTD TIEPUOIMUECKOTO OCBEIeH s yBeauummn 10 80 Mkmoib GoTonoB AP M2 ¢!, Uepes
5 nHel mocie Hayajga KyJbTHMBHPOBaHMS B 0€3a30THOM cpelie KIETKH U3 TpexX (IakoHOB OTOMpa,
pEeCyCIeHIUPOBAIU B TOM K¢ 00beMe MOoHOH cpensl /2, conepikarieii B kauecTBe HCTOYHUKOB a30Ta U
docpopa NaNOsz (0,075 r 1') u NaH2POs (0,005 r nl), cMemmBany, pasfeisid Ha TPU HOBBIX

KyJIbTYpaJbHBIX (pJ1aKOHa M MPOJOJDKAIM KYJIbTUBUPOBATh MpPU TeX K€ YCIoBUsAX. J[0OaBIeHHBIN K

TOJIOJHBIM 110 a30Ty KIIETKaM MCTouHuK a3oTa Hutpat Hatpus (NaNOs) conepsxan uzoton ©°N.
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KyneruBupoBanne mramma A. carterae CCMP1314 mnpoBoauiau COBMECTHO C JIOIIEHTOM
Kadeapsl OuomonekysipHoi ¢u3zuku uHCTUTyTa (usuku Kapnmosa ynuBepcutera (Ilpara, Yexwust)

noktopom [Terepom Moiixkemiem (Peter Mojzes).

4.1.8. lITamm Lobosphaera incisa SAG 2468: rosioganue no gocdopy u BocCTaHOBIEHHE
a30THOT'0 MUTAHUS MOCJ€ TOJIOAHUS 10 a30Ty

[IITaMM CBOOOIHOKUBYIICH MPECHOBOIHONW MHUKpoBoopocian Lobosphaera incisa SAG 2468
(CemetiictBo Trebouxiaceae, Knace Trebouxiophyceae, Otaen Chlorophyta) [Zorin et al., 2014], panee
obo3HaueHHbII Kak Parietochloris incisa, 6bu1 BbIieNieH 13 HEOOBIIIOT0 YYacTKa Taloi BOIbl Ha CKIIOHE
ropel Tatesma B Snonwm [Watanabe et al., 1996]. Ilpeakynerypy L. incisa 2468 monydanu myrem
KyJbTUBUPOBAHUS KIETOK B 250-MJI CTEKISHHBIX KoJi0ax B MoauduimpoBaHHoi 1o [Boussiba,
Vonshak, 1991] cpene BG-11, comepxaiieii B kKa4eCTBe HCTOYHUKOB a30Ta U pocopa HUTPAT HATPHUS
(NaNOs, 1,5 r 1) u rugpodocdar xamus (KoHPOs, 0,04 r 1), na unkyGanuonnom meiikepe Innova
44 (New Brunswick, CIIIA) co ckopocThio nepemernupanus 150 06 Mun * B arMocdepe, 060ramieHHoi
CO2 (200 mn MuH '), mpu mocTosHHON Temnepatype 25°C U MOCTOSIHHOM ocBemieHuH 100 MKMOIb
dotonoB ®AP M ¢!, Jlng OSKCIepHMEHTOB 1O TOJNOAAHMIO MO (ochopy MM a30Ty KIETKH
NPEAKYJIBTYPBl ocaknanu ueHtpudyrupoannem (3000 xg, 5 ™MwuH), pecycHeHAMPOBAIN B
moauumpoBanHoii o [Boussiba, Vonshak, 1991] cpene BG-11, numiennoi ucrounnka gocdopa uim
azora (cM. Tabs.4), U KyJIbTHBHPOBAIM B YCIOBHSX, YKa3aHHBIX BBIIIC /IS MPEeaKyIbTypbl. Uepes 10
JTHEW TOJIOIaHus 110 a30Ty IPOBOJIMIA BOCCTAHOBIICHHE a30THOTO IMUTAHUS ITyTEM T00aBICHUS B CPEY

ncroynurka azora NaNOsz 10 koHeUHOW KOHIIEHTpanuu 1,5 T al.

KynsTuBupoBanue mramma L. incisa 2468 ObUIO BBIMOJIHEHO COBMECTHO C ACIHMPAHTKOMN
naboparopun OMOTEXHOJIOTUU MUKpOBOopociielt YHuBepcuteTa ben-I'ypuona B Herese (beap-1liena,

N3zpaunnp) Kamunoit Kokabu (Kamilya Kokabi).

4.2. lloaroroBka 00pa3uoB AJIsl AHAJIN3a MeTOAaMH TPAAUIUOHHON U aHauTHYeckoi [19M
O06o001enHas cxema MoAroTOBKH 00pa3IoB B MPEACTaBICHHON paboTe Ui aHallM3a METOJaMU

TpaIuIIMOHHOHN U aHanuTHueckoi [I19M mnpencrasnena Ha puc. 11.

64



O6pasmbl: cycleH3HH KITeTOK MHKPOBOIOpOCTel HITH MHaHOOaKTepHH

}

DHEcaHA IIYTAPOBBRIM alIbOSIHAOM H TETPAOKCHIOM OCMHH

}

O0eszBOoKHBAHHE:
O0e3BOKHBAHHE
KOHTpacTHPOBaHHE
YDAHHIAIETATOM
3JamHEKA B CMOITY 3aTHEKA B CMOITY
[IpurotorneHHe I .
VILTPATOHKHX CPE20E PHTOTOBJIEHHE PHIOTORIEHHE
(<70 =M): VILTPATOHKHX TOJICTHIX
KOHTpacTHpPOBaHHE CPe30R Cpes0B Cpes0E
OHTPATOM CBHHIIA (=70 mm) (200-250 M)
Tpanannonnas [I9M CXIT235 H a1eMeHTHOE .
20PC
DDIIOM-kapTHpOBaHHE
LY J
A

MeTtoarl agaaAaTAYeckol 1TOM

Puc. 11 O600mmenHas cxema MmoAroTOBKKA 00pa3IoB B MPEACTABICHHON paboTe AJI aHaIM3a METOIaMU
TPAAUIITMOHHOM W  aHAJUTHYECKON TPOCBEUMBAIONICH d3JIEKTpOHHOW Mukpockomuu ([TOM).
[ToguepkuBaHUEM U KUPHBIM HIPU(TOM BbIAETICHBI UCIOIb3yeMble KOHTPACTUPYIOIINE COSIUHEHUS U
TUI TOJIy4ae€MbIX Cpe30B Mo ToJimuHe. Metoapl aHanmuTudeckor [IOM: CXIIDD — crekTpockomnus
XapaKTePUCTUUYECKUX MOTEPhb dHEpruu 37eKTpoHoB, IAPC — sHeproaucnepcruoHHas peHTTeHOBCKas
cnektpockonusi, OPIIOM — sueprodunstpytomas [I1DM.

Knetku nuanoOakrepuii 1 MUKPOBOJOPOCIEH, UCTIONIb3yeMble B paboTe pukcupoBanu B 2% (110

o0wvemy) rimyrapoBoM aibaeruae B 0,1 M kakogunatHom Oydepe (pH 6,8-7,2 B 3aBucumoctu ot pH
30 i 3 1%

KyJIbTypbl) B TedeHne 30 MHUH Npu KOMHATHOW Temmepatype. 3arem ¢ukcupoBanu B 1% (mo macce)

tetpaokcuae ocmus (0OsOs) B ToM ke Oydepe B TeueHue 4 4 mpyu KOMHATHON TeMIIEpaType.

B otHomenun c¢ukcanuu A. carterae CCMP1314 nHemocpencTBEHHO Iiepen MpoIeaypoit
¢ukcanuu xnerku A. carterae CCMP1314 ocaxnamu ueHtpudyrupoanuem (2000 xg, 30 c¢) u
pecycreHANpOBaIN B COOTBETCTBYIOIEM o0beme 1% (o Macce) pacTBopa JierKoTuiaBkon arapossl (T
=35°C) B 0,1 M kakoaunaTHoM Gydepe [is HOTydeHHs CyCHEH3HH ¢ MIOTHOCTBIO KIETOK 0KoJo 108-
10° knerox mnl. Tlocie 3aTBepieHMs araposbl CKajibleneM I0J OMHOKYISAPOM BhIpe3ald KyOUKH
arapossl 1x1x1 Mm® 1 0oTOUpanK Te, B KOTOPBIX KJIETKM ObLIM pacrpesieieHbl Haubosiee IIOTHO. 3aTeM
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BBIOpaHHBIC KyOUKH arapo3bl ¢ 3aKIIOYCHHBIMU B HUX KIIETKaMU (PUKCHPOBAIIA COTJIACHO MPOTOKOITY,

ONMMCAaHHOMY BBIIIC.

O06e3BoXxHBaHNE PUKCUPOBAHHBIX 00PA3IIOB MPOBOANIH B CEPUU BOJHBIX PACTBOPOB 3TUIIOBOTO
cnmpTa Bo3pactatounx koHueHntpanuii 30%, 50%, 70%, 80%, 96% (o oowvemy) u 100% sTunoBOM
ciupte (Sigma, CIIIA). 3atem uacTh 00pa3IoB (I aHaIH3a METOJOM TPATUIMOHHON [IOM)
oOpabateiBasin 2% (10 Macce) ypaHWiIaleraToM B abCOIOTHOM 3THioBoM crimpre (Sigma, CILIA) B
Teuenue 1 4 mpu KomMHaTHOM Temmeparype (puc. 11). OOpasiisl /s aHaIU3a METOIaMHU aHATTUTHYECKOH
I[1OM ypanunameratoMm He obOpabarbiBanmu (puc. 11). OO0e3BOXKEHHBIE O00pa3ibl 3aKIOYaIH B

snokcuanyto cmoay apanaut (Fluka, I'epmanmus).

dukcanus kinetok uanobakrepuii U mukpoBogopocieir Chlorella vulgaris CCALA 256 u
Desmodesmus Sp. U uX 3aJlUBKa B CMOJIbI ObUTM BBIMOJHEHBI COBMECTHO C COTPYIHHKAaMHU Kadeapbl

OouonnxeHepuu ouonoruueckoro ¢akyapreta MI'Y 1.6.1. baynunoit O.U. u 1.6.1. T'openosoii O.A.

dukcanus kiaetok Lobosphaera incisa SAG 2468 u ux 3aquBKa B CMOJIBI OBLIM BBITIOJHECHBI
COBMECTHO C aCIUpaHTKOW Jabopatopuu OHWOTEXHOJOTMU MHUKpoBojopociiell YHuepcutera beH-

I'ypuona B Herese (beap-1lleBa, M3panns) Kammtoit Kokabu (Kamilya Kokabi).

B kaxmom skcmepumente (cm. pasmen 4.1.1) duxcamuio KIETOK KaKIOTO HCCIETyeMOTO

[ITaMMa TIPOBO VI [T KaX 10 OHOJIOrHYECKOM MOBTOPHOCTH (N > 2).

VYbTpaTOHKHE Cpe3bl ¢ TOMIUHON MeHee 70 HM 3aKITI0OYEHHBIX B CMOJTY 00pa3IloB MOJIydalnd Ha
ynbTpamukporomMe LKB-8800 (LKB, IlIBemnus). BBuay oOUIbHOTO BBIKpAIIMBAHKUS YacTH KJIETOYHOTO
MaTepuaia U3 Cpe3oB, a MMEHHO MaTepuaia BaKyOJSIPHBIX BKIIIOUEHHUI KJIETOK, MPU MPUTOTOBICHUU
YIBTPATOHKHX CPE30B HEKOTOPHIX 00pa3loB, A JaHHBIX OOpa3loB TaKKe IOJIydaldd Cpe3bl C
TommuHOU 0kosi0 200—250 HM (Takue cpe3bl Jajiee B TEKCTe paboThl 0003HAYECHBI KaK TOJICTHIC) Ha TOM
*e ynpTpamukporome. s ananmza meroaoM TpaauuuoHHOW [IOM wucmonib30Banu yabTpaTOHKHE
cpe3bl 00pa3IoB, A1 aHaIu3a MeToJaMu aHainuTudeckoil [I9M — ynbTpaToHKHE U TOJICTBIE (CM. PHC.
11). Cpe3sl moMemagd Ha MEIHBIC CETOYKH JUIS DJICKTPOHHOW MHKPOCKONHUH C YJIbTPATOHKOM
nouoxkkoi u3 popmaapa (Ted Pella, CIHA). Cpessl 1151 aHanmu3a MeTo10M TpaauionHoi [1OM (cm.

puc. 11) KOHTpacTHpOBAIM B IUTPATE CBUHIIA COTJIACHO MpoTokoiy Peitnonbaca [Reynolds, 1963].

[IpuroroBiieHre cpe30B MPOBOAWIM B MeXKadeapanbHOH J1abopaTopuu SIEKTPOHHOM

MHKPOCKOITHU Ouonorunyeckoro dakynprera MI'Y (LIEHTp KOJUIEKTHBHOTO mojib3oBanus MI'Y).
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4.3. AHa;1u3 00pa3noB MeToAaMH TPAAULMOHHON U aHaauTHYecKoil [I9M
4.3.1. AHaau3 MeToaoM TpaauuuoHHoil IIOM
AHanu3 yJabTPATOHKHUX CPE30B 00pas3loB NPOBOIMWIM HAa MPOCBEUYMBAIOIIEM HIICKTPOHHOM
mukpockone JEM-1011 (JEOL, fAnonus) ¢ katoaom u3 LaBs ripu yckopsitomem Hanpsbkennu 100 kB, a
TaK)Ke Ha aHAJIMTUYECKOM IIPOCBEUMBAIOLIEM 3J1eKTpoHHOM Mukpockone JEM-2100 (JEOL, Snonus) ¢
KaTtoJIoM u3 rekcadopuaa gantana (LaBe) mpu yckopstomem Hanpsbkenun 200 kB B cBetsionosibHOM

LIMPOKOIIOJIBHOM PEKUME.

[IOM-ananu3 obpasznoB Ha mukpockorie JEM-1011 (JEOL, SImonus) mpoBOIUIN COBMECTHO C

COTPYIHHUKOM Kadeapsl OnonHxenepuu ouonornyeckoro gaxyiabrera MI'Y 1.6.H. ['openosoii O.A.

Jlnst kaxxnoro uccienyemoro oopasna [19M-ananu3 npoBoauiau Ha 30 caydailHO BBIOPaHHBIX

cpesax kietok (n = 30).

4.3.2. DnemenTHblii anaan3 merogamu IAPC u CXIIID
Ananu3 o0pa31oB MPOBOJAWIN C UCIIOIH30BAHUEM CIEAYIOINX METOI0B aHATUTHYeCKOr [IOM:

DJIPC, CXIIDD u anemenTHOE KapTupoBaHue MeTooM DDIIOM (cm. pasznmen 4.3.3).

Jlis mpoBedeHHs] BJIEMEHTHOTO aHajlin3a C BBIOPAHHOTO TOYEYHOTO YdacTka oOpasna
ananmuTuiaeckuit mukpockon JEM-2100 (JEOL, Anonwus) ocHAIIEH CBETJIONOIBHBIM JACTEKTOPOM JUIS
pabotel B pexume ckanupyromein [IOM (CIIOM) (JEOL, fAnonwms), temuomnonbHbiM Gatan 806
HAADF-nerexktopom (high-angle annular dark-field) (Gatan, CIIIA), peHTIT¢HOBCKMM KpPEMHHIA-
npeiidoBeIM AeTekTopoM X-Max ¢ akTHBHOH miomaasio kpuctamma 80 mm? (Oxford Instruments,

BenukoOpuTtanus) u mocTKOJIOHHBIM dHepreTudeckuM GuibTpoM GIF Quantum ER (Gatan, CIILA).

OneMeHTHBIN aHanu3 obpasua MetogoM DJIPC mpoBoauiaM ¢ MCHONB30BAaHUEM YKAa3aHHOTO
peHTreHoBckoro jerekropa X-Max (Oxford Instruments, BeankoOpuranust). DHeproaucrnepcuoHHbIE
PEHTI'€HOBCKUE CIIEKTPHI OT BbIOPAHHBIX TOUYEUHBIX YYACTKOB 00paslia perucTpupoBalId B AUANa30HE
SHEpruil peHTreHoBckoro u3nydenus ot 0 1o 10 k3B B pexxume cetnononsHoit CIIOM. Bpems nabopa
CUTHaJa Juid OJHOTO crnekTpa coctaBisuio 30 c. Perucrpanmio u 06paboTKy 3HEProaAnCHepCHOHHBIX
criekTpoB mpoBomunu B pexume «Point&ID» B mporpamme INCA (Oxford Instruments,
BenukoOpuranust). ITomydenHsle cniekTpsl npuBoanian B auanazoHe 0,154 k3B, B KOTOpbIH BXOAAT
Han0oJIee MHTEHCUBHBIC MMKH BCeX OMojoruuecku 3HaunmbIx aaemeHToB P, N, O, K, Ca, Mg, Na, Cl u
S (cM. COOTBETCTBYIOIIME 3HAYEHMS SHEPTUHM XapaKTEPHUCTUYECKOTO PEHTIC€HOBCKOTO H3IIy4EHHs B

pUIoKeHnH 1).
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Jiis kaxaoro uccieayemoro oopasua nomydenne J/[PC-crekrpos ¢ kinerounbix @oC- wmm AC-

BKItOYeHUH TipoBoauin it 40 ®oC- i AC-Brimtodenui (N = 40).

Nudpopmammst B cnekrpax IJIPC o coaepkaHMM BBISIBISIEMBIX JJIEMEHTOB  SIBJISCTCS
KayeCTBEHHOM, TO €CTh 10 NoJyyaemMbIM criekrpam D/IPC MOKHO 1enath 10CTOBEPHBIN BBIBOJ] TOJIBKO
O KayeCcTBEHHOM cocTaBe oOpasua 0e3 ompenesieHuss KOJu4ecTB (Kak aOCOJIOTHBIX, TaK U
OTHOCHUTEJIbHBIX) aTOMOB BBISBIISIEMBIX 31€MEHTOB. OTHOLIEHNE NHTEHCUBHOCTEH TUKOB BbBISBIISIEMBIX
3JIEMEHTOB B Ka)/I0M 3HEProAMCIIEPCHOHHOM CIIEKTPE HE PaBHO OTHOLICHHIO KOHIIEHTpALMi aTOMOB
3THX JJIEMEHTOB B aHANIM3MpyeMoi obmactu obopasua [Cunmo, Oukara, 2006, C. 156 — 157]. UtoOb1
KOJIMYECTBEHHO cpaBHUBATh crieKTphl DJIPC Mexny coboii, He00X0AUMO MOIY4YUTh MH(OpPMALIHIO 00
OTHOIIEHUSIX KOHIEHTPALU BBISBIISIEMBIX 2JIEMEHTOB MEX 1y CO00i B Ka)KJIOM U3 CIIEKTPOB (HaIpuMep,

cooTHoteHust P/N [1st KaX10T0 CriekTpa).

N3BecTHO, YTO OTHOIIEHWE KOHIICHTPAIMI BBIABISIEMBIX OJEMEHTOB MEXKIYy €000
OTIpeieNIsIeTCs] OTHOIIEHUEM HWHTEHCHBHOCTEH MX MHUKOB B CIIEKTPE M TakK Has3biBaeMbIM K-(hakTopom
[Cunno, Oukasa, 2006, C. 156]. 3nauenue k-hakropa 3aBUCHT OT MHOKECTBA TAPAMETPOB, B TOM YHUCIIE,
OT TOJIIIMHBI U JOKAJIBHOTO cocTaBa oOpasia (rmoapoodnoe omucanue cMm. B [Cunmo, Oukasa, 2006, C.
152, 156]). Ectb nBa mytu ompenenenus K-paxTopa: TEOPETHUECKUN pacyeT U SKCICPUMEHTAIBHOE
OTIpe/ieNIieHUE C MOMOUIBIO0 ATAIOHHBIX 00pPa3LIOB C M3BECTHBIM 3JIEMEHTHBIM cocTaBoM. UTo Kacaercs
TEOpeTHYecKoro pacyera K-¢akTopa, TO TOYHOCTh KOJHYECTBEHHOTO aHaIM3a C TEOPETHYCCKU
paccunTaHHbIM K-(hakTOpOM SIBISICTCSI HU3KUM, OCOOCHHO JIIsl COSIMHEHUI C CHIIBHO OTIMYAOIIUMHUCS
aroMubsIMu HOMepamu [Cuno, Oukasa, 2006, C. 157, 158]. bronorndyeckue 06pasiibl, a HMCHHO CPE3bI
KJIETOK, KOHTPAaCTUPOBAHHbIE TETPAOKCHIOM OCMHUS, ABIIAIOTCS FE€TEPOTeHHBIMU 00pa3liaMu ¢ CHIIBHO
OTJIMYAIOIIMMHUCA aTOMHBIMM HOMEpaMH H3-3a IPUCYTCTBHSI B HUX COCTaBE pa3MYHBIX aTOMOB
MHO>KECTBA OHOJIOTMYECKH 3HAUMMBIX SJIEMEHTOB (CM. mMpuioxkeHwe 1) u aromoB ocmus. Jns
IKCIIEPUMEHTAILHOTO pacyeta K-pakropa He0OX0IMMO OATOTOBUTH 3TAJIOHHBIE 00PAa3IIbl C H3BECTHBIM
COCTaBOM, KOTOPBIii Oy/eT OJH30K K COCTaBY aHanu3upyemoro oopasia [Cunmo, Oukasa, 2006, C. 158].
M3roToBiieHe 3TAJOHHBIX 00Pa3IoB Il T€TEPOreHHBIX OMOJOTMYECKUX 00pa3ioB (CPe30B KIETOK)
SIBJISIETCS. BEChbMa 3aTPYJHUTEIbHBIM, MOCKOJIBKY KIETOUYHBIM Cpe3 COACPKUT MHOXKECTBO aTOMOB
Pa3IUYHBIX AIEMEHTOB (CM. MpUIIOkKeHHe 1), KOHIIEHTPAIMHA KOTOPHIX B PA3HBIX YUaCTKaX KJIETOYHOTO

cpe3a MOT'YT 3HAYUTECIIBHO Pa3JIN4aThbCs.

BBuny cnoxHOCTEM  NPOBENEHMS  JTOCTOBEPHOro  KosamuecTBeHHoro  JJIPC-ananusa
O6uosornyeckux oOpa3loB B Hamiedl paboTe KOJMUYECTBEHHYIO OILIEHKY COJIEpXKaHMs DJIEMEHTOB IO

cnektpam O/IPC He npoBoauin.
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OneMeHTHbIH aHanmu3 wmetojgoM CXIIDD mnpoBoaMiIM C HCMOIB30BAHUEM IMOCTKOJIOHHOIO
sHepretrdeckoro ¢umstpa GIF Quantum ER (Gatan, CIIIA). BBumy orpaHudeHus 1O TOJIIUHE
oOpa3ioB, aHaiM3upyeMbix 3TuM MmetogoM [Curmo, OwukaBa, 2006, C. 110], mns mpoBencHHS
anieMeHTHOro aHaiusza merogoM CXIIDD ucnonb3oBanu yapTpaToHKHE cpe3bl 00pas3noB. CreKTpsl
XII33 peructpupoBaiiv OT BEIOPaHHBIX TOYEYHBIX Y9acTKOB 00pasiia B quamazoHe suepruit ot 100 1o
600 5B B TeMHOMONBRHOM CKaHHUpyOIeM pexume c¢ ucnoib3oBanneM HAADF-nerexkropa (Gatan,
CIIIA). B yka3aHHBIM Iuana30H SHEPrUd BXOASAT HaWOOJiee MHTCHCHUBHBIC THKH OHOJIOTHYECKU
3HaunMbIX 2eMeHToB P, N, O u Ca, BBIABISEMBIX B CIIEKTpax MOTEPb SHEPTHH JJIEKTPOHOB (CM.
COOTBETCTBYIOIIME 3HAueHWs B mnpwiokeHun 2). s anmpokcumanuu (GoHa B CHEKTpax
HCIO0JIb30BaNIach cTeneHHas (yHkOus. Peructpanuio u o6pabotky cnexktpoB XIIDD mpoBoaunu B

nporpamme Digital micrograph (Gatan, CIIIA).

Jlnst kaskmoro ucciemyemMoro oopasiia nosydenue cekrpoB XI193 ¢ knetounbix @oC- unu AC-

BKIt0YeHU# TpoBoautu it 10 ®oC- wmn AC-Brimodenuii (n = 10).

4.3.3. duemenTHOE KapTUpoBaHue o ¢gocdopy u azory merogom IPIIOM

[IpocTpaHCTBEHHO-PA3PEIICHHBIN 3JIEMEHTHBIM aHAJIN3 OCYIIECTBISUIA IyTEM MPOBEICHUS
anemMeHTHOro KaptupoBanus 1o N u mo P meromom DDPIIOM ¢ HCMOIB30BaHHEM TOCTKOJIOHHOTO
sHepreruueckoro ¢punbTpa GIF Quantum ER (Gatan, CIIIA). [Tockoneky Metonq DPIIOM ocHoBaH Ha
Mmeroae CXIID3, nns sneMeHTHOro kaptupoBaHus mertogomM ODIIOM  Takxke HCHOJIB30BATU
yIBTPaTOHKHE cpe3bl 00pa3uoB. [lepen s1eMEHTHBIM KapTUpPOBaHHEM JUIsl KaXI0H aHaIU3UpyeMoil
obnactu o0paslia perucTpUpOBAIM KapTy TOJIIUHBL. DJIEMEHTHOE KapTUPOBAaHUE MPOBOAMIN TOJIBKO
i obOnactel 00pasiia, At KOTOPHIX TOJIIIMHA B KXKI0W TOYKE HE MpeBbIIiaia ONTUMaIbHOE 3HAaUCHHE
g DDIIOM, paBuoe 0.5 A, rie A cpeaHss UIMHA CBOOOTHOTO MpoOera Heympyroro paccestHus ajis

BBIOpaHHBIX 3KCIIEPUMEHTAIbHBIX yciaoBui (cM. [Cungo, Oukasa, 2006, C. 105 — 106]).

KaptupoBanue mo N u nmo P ocCymecTBiIsUIM € HMCIOJIb30BAaHHMEM TPEXOKOHHOTO METOJa C
HIMPUHOH 3HepreTryeckoi menu 15 3B. JIBa npeaxpaeBbix n3odpaxenus npu 371 3B u 388 3B u oqno
nocT-KpaeBoe nzobpaxenue mpu 412 5B nonywanu st kapruposanus o N (CCD oununr 4). s
kaptupoBanus o P (CCD GuHUHT 2) moJydaliy JBa npeaKkpaeBbix n3oopaxenus npu 104 5B u 121 5B
U OJIHO TOCTKpaeBoe M3o0paxeHue npu 144 sB. YkazaHHble sHepreTudeckue okHa ObLTH BBIOpAHBI,
OCHOBBIBASICH HA MOJYYEHHBIX crekTpax XII2D g npeaoTBpalieHus NepeKkpeITUs ¢ MUKaMU JIPYTUX
s5ieMeHTOB. [Ipu KapTUpOBaHUM HCIIOJIB30BANIM aepTypHyo nuadparmy nuamerpom 40 mxm. Kaptsi

pacnpeaciicHud 3JIEMCHTOB PACCUUTBIBAIIUCH ABTOMATHUYCCKU C HMCIIOJIb30BAHUCM IPOTPaAMMHOTO
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obecneuenus Digital micrograph (Gatan, CIIIA) mocie BbIpaBHUBAHHSI MOJYYEHHBIX H300paKeHUN U

anmpokcumaiuu ¢ona. s annpokcuManuu (GoHA UCTIOTBE30BaHN CTETICHHYIO (DYHKIIHIO.

KaptupoBanue mpoBoaiM Ha cpe3ax o0pasloB, HE KOHTPACTHPOBAHHBIX ypaHMIJIALIETATOM,
BBUJIy OJIM30CTH THKA ypaHa CO CTOPOHBI MEHBIIWX 3HAUEHUH HSHEpruu K muky docdopa (cm.

MPUJIOXKEHHE 2), KOTOPBIN 3aTPyIHICT allpOKCUMAIKio (OoHA TIPU KapTUpoBaHuU 110 Gochopy.

JU1si IOBBIIIEHHSI KOHTPACTa N300pakKeHUI MyTeM OT(QMIBTPOBBIBAHUS HEYIIPYT'O PacCESHHBIX
AJIEKTPOHOB JJIs KaXKJI0M KapTHpOBaHHON 00sacTu 00pa31ioB ObUIN MOJIy4EHbI SHEPTO(PUILTPOBAHHBIE

n300pakeHus B MMKE HYJIEBBIX MOTEPH (IIMpUHA IHEpreTuyeckoi menu 15 3B).

KaptupoBanue mo N wimm mo P merogom DPIIOM ansa kaxaoro aHaiu3upyeMoro ooOpasiia

npoBo K Ha 18 kiaeTounsix cpesax (N = 18).

4.3.4. MeToa KOJIMYECTBEHHOI0 aHAJIHN3A pe3epBoB (pochopa U a30Ta MUKPOBOIOPOCIel U
HMAHO0AKTEPHUH HA 3JIEMEHTHBIX KapTax, MNO0JYy4eHHbIX MeTogoM DDPIIOM

Pa3paboTaHHbIil aBTOpPOM HACTOSIIEH TUCCEPTAIIMOHHOW pPabOTHI METOJ] KOJUYECTBEHHOTO
aHayn3a pe3epBoB (Gocdopa U a30Ta BKIOYAI KOJIMYECTBEHHYIO OIIEHKY COJIEp>KaHus U JIOKaJIU3aluu
pesepBoB ¢ocdopa U azoTa B KIETKAX MHUKPOBOJOPOCIEH M IMAaHOOAKTEPH Ha COOTBETCTBYIOIIHUX
AJIEMEHTHBIX KapTax, modaydyeHHbIX MeTogoM O®IIOM. C mnoMomplo yKa3aHHOTO MeEToaa
KOJIMYECTBEHHBIM aHamu3 pe3epBoB (ochopa m azoTa MpOBOAWIM Ul KIETOK MHKPOBOIOPOCIEH
C. vulgaris IPPAS C-1 u Desmodesmus sp. u muano6aktepun Nostoc sp. PCC 7118. IloayueHHbIe
KapThl KJIETOYHBIX CPE30B MOABEPrajal OJHOMY U3 JBYX albTEPHATHUBHBIX AITOPUTMOB 00pabOTKU KapT

(mocnmemoBaTENLHOCTH ACHCTBHIA) (CM. pHc. 12).

KoHkpeTHBIl anroputM oO0pabOTKM KapT BbIOMpPAIM B 3aBUCUMOCTH OT THUIA U KOJIMYECTBA
BKJIFOYEHUH MHTepeca, Pe/ICTaBIEHHbIX Ha KapTax cpe3oB. [t 00paboTKu 31eMeHTHBIX KapT hocdopa
(P-xapt), Ha koTOpBIX KOMuecTBO DoC-BKiIrOYeHH He mpeBbiano 10 Ha OMUH KIETOYHBIH cpe3, U
kapT azora (N-kapt) ucnonb30Banu anroput™ “A”, st 00paboTku P-kapT, Ha KOTOPBIX KOJIUYECTBO
BKJIFOYEHHUH npeBbiano 10 Ha 0MH KIETOUHBIN Cpe3, UCToJIb30Ban anroput™ “b” (cMm. puc. 12). Bee

BBIYHCIICHHUS TpoBoaAMIH B iporpamme Microsoft Excel (Microsoft, CIIIA).
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Kaprta a3ora Knetku Kapta ¢ocdopa kneTkm

¢ N-BK/IIOYeHMAMM C P-BK/Il04EHMAMMU

8 YU Cne 31eKMpPOoHO8 I 8 Yucne 31eKMpPoHO8
Na - Hert
—— Yucno P-ermouyeHnU
<10
Anroputm "B"
Anroputm "A” | YCTaHOBKa Hy/NIeBbIX 3Ha4e HUi

NpeobpasoBaHue KapTbl B y MUKcenen co 3HaveHmnamm < 0

8-6utHoe TIFF-usobpaxeHnue V

Npeobpa3oBaHue KapTbl B
8-6utHoe TIFF-u3obparkeHue

KnetouHble CTpyKrypbl
4 ¢ P- wim N-curHanom

MuKcem co 3HaUeHnAMM: Mukcem co 3HaueHnaAmMu:
8<8o 8>8o g<g 8>81
Mpeobpasosatme  lpeobpasosakme [peobpasosanme  [peobpasosakme
BUepHble NuKce/M B Henble nuKcem BuYepHble nukcesm B 6esble nukcem

— —

TE—— ObpaboraHHan ObpaboraHHas P-kapTa
N- wnam P-kapra P-kapra

Pacuer oTHoCUTEeNbHOMN IHTpONUK

O6paboTKa KapTbl

S

BK

S

Kn

Spes = Sex/ Sun® 100%

M'crorpamma H(g) . Knetouhbiii cpes
= == == [3yccosaKpmsanG(g) n N- wnm P-Br/moueHmnA
CurHanor gpyrmx
--------- OTtHocuTenbHan sHTpormA R(g)H(g) K/IETO4HBIX CTPYKTYD

Puc. 12 Cxema o6paGotkn P- u N-kapt, nomydeHHbIXx MmeroaoM OOPIIOM. Meron
KOJIMYECTBEHHOI'O aHaiM3a pe3epBoB ¢ocdopa M a30Ta BKIOYAET J[BA aIbTEPHATUBHBIX AJTOPUTMA.
Anroput™ «A» (JIeBBIH cTOJIOEI) UCTIONb3yeTCsl uId 00paboTku N-KapT U P-KapT KJI€TOYHBIX CPE30B,
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conepxamux MeHee 10 @oC-BKintoueHHIA Ha OJTMH KJIETOUHBIN cpe3, anroput™ «by (mpaBslii ctonbdern)
ucnoJb3yercs sl P-xapt kieTounsix cpe3oB ¢ 6osee yem 10 @oC-BKIIOYCHHIA HA OJUH KJICTOYHBII
cpe3. O6a anropuT™Ma OCHOBAHBI HA CPAaBHEHUU AlIOCTEPUOPHON BEPOSITHOCTH TOTO, YTO MUKCEIh KAPThI
COJICPKUT TIOJIE3HYI0 HH(OpMaIuio, U ['ayccoBOil amprOpHOW BEPOSATHOCTH TOTO, YTO MHUKCEIb
OTHOCHUTCS K IIyMmy. Pa3HuIla MeXIy HHMH BBIpOKAeTCS IS KaXJIOrO THKCEIS B 3HAYCHUU
OTHOCUTENBHOW AHTponuu. [loJIoKUTENbHbIE 3HAYEHUS OTHOCUTEIBHOW SHTPOINHH ISl THUKCEIIEH,
CTPYIITUPOBAHHBIX B TIPABOM YACTH THCTOTPAMMBI, CBHJICTEIBCTBYIOT O TOM, YTO YKa3aHHBIE IMUKCEIU
HE OTHOCATCS K mymy. [locie pacdera OTHOCHUTEIBHOW SHTPOIUHU I KaKIOTO MUKCENs KapThl U
COOTBETCTBYIOIIETO MPe0oOpa3oBaHusi KapThl B OMHApPHOE YEepHO-0€10€ M300pakeHHEe ITPOBOIUTCS
MpoCTasi OILIEHKAa OTHOCUTEIBHOW TIJIOMIAMd U JIOKAJIW3AIMH WHTEPECYIONINX BKJIIOYCHUN Ha
AHATM3UPYEMOM KJIICTOYHOM cpe3e. Sq — 00IIast IIomas KICTOYHBIX BKIIOYCHHUN (B MHKCEIAX), Sk,
— 00mmas TUIoNIaab KISCTOYHOTO cpe3a (B MUKCEISAX), Spes — OTHOCUTEIIbHAS IUIOMIAb KICTOYHBIX
pe3epBoB azota win Gocdopa. P-Bxmouenuss — dochopconepkamme BriIoueHus, N-BKIIOUESHUS —
a30TCOJIeprKallie BKIIOUEHUs

O6a anroputma 00pabOTKK KapT ObLJIM OCHOBAHbI HA CPAaBHEHUHU allOCTEPUOPHOI BEPOSATHOCTU
TOTO0, YTO MUKCEb KapThl COJIEPKUT MOJIE3HYIO0 HHPOpMaIHIo, U ["ayccoBoil anpropHOil BEpOATHOCTH
TOr0, YTO MHUKCEIb OTHOCUTCS K LIymMy. PazHuIla MeXy HUMH BBIpa)Kajach AJs KaKJOro IHUKCENs B
3HaYEHUU OTHOCUTENbHOM SHTpomuu. [loyokuTenbHbIE 3HAUCHHWsS] OTHOCUTENIBHOW SHTPOIMM IS
IUKCeJIeH, CrpYNIMPOBAaHHBIX B IPaBOM YaCTH TUCTOIPAaMMBbl, CBUAETEIBCTBOBAIM O TOM, YTO
yKa3aHHBIC TTUKCEJIM HE OTHOCATCA K IIyMy (cM. puc. 12, pacueT oTHOCUTENIbHOUM sHTporuu). [Toce
pacuera OTHOCUTENIBHOW SHTPONMU JUIsL KaXKJIOro TMKCEIs KapThl U COOTBETCTBYIOILLEIO
peoOpa3oBaHUs KapThl B OWMHApHOE 4YepHO-0eroe H300pakeHHe MPOBOAMIM IPOCTYIO OLIEHKY

OTHOCHTEIIBHOM IJomaau M JIOKajJIn3alluu BKIIIOUCHHI HHTEPECAa HAa aHAJIIU3UPYEMOM KIICTOYHOM CpPE3€.

[lepBslii 5Tan B 000UX anroputMax 00paboTKU COCTOSUT B MPE0OPa30BaHUH UCXOTHOM KapThl (B
KOTOpO#l KaXIbli MUKCETh HMMEeT 3HAUE€HHWE HWHTEHCHUBHOCTUM CHUTHANIa, BBIPAKEHHOE B 4YHCIE
anekTpoHOoB) B 8-OutHoe TIFF-nzobpaxkenue. [IpeobpazoBaHue MpoOBOIMIM CIEAYIOUUM 00pa3oM:
MUKCENSIM KapThl MpPHAABAIM 3HAYEHUS TCpajallii Cceporo C UCHOJIb30BaHUEM JUHEHHON
Tpancdopmaluu, omnucaHHoi B pabore [Trebbia, Mory, 1990], B pe3yiabTare KOTOPO# MOJydaiu
M300paxeHne, KaxIpli MUKCEeTh KOTOPOro MMeN 3HaueHue § — OJHO W3 256 3HaueHUU Tpajaluu
ceporo (Quun = 0, Quare < 255). Anroput™m “bB” oTnuyancs AOMOJHUTEIBHBIM 3TAllOM — YCTaHOBKOMU
HYJEBbIX 3HAYCHHUH y MUKCENe ¢ OTpUIaTeIbHBIMU 3HAYEHUSMH JI0 TIpeoOpa3oBanus kapTel B TIFF-

u3o0paxkenue (mpaBasi KOJOHKA B pHc. 12).

Bropoii stam, oOuuit st 000ux anropuTMOB 00pabOTKH, BKIIFOYA pacuyeT OTHOCHTEIHHOU
SHTPOIHH JJIS KOKJOTO MUKCes nojydeHHoro TIFF-u3o0paxenus (mompooOuee cm. [Trebbia, Mory,

1990], o6ocHOBaHME yKa3aHHOTO pacuera cM. B padote [ Trebbia, Bonnet, 1990]). I'ncrorpamma H(Q)
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aroCTepUOPHON BEPOSITHOCTH TOTO, YTO MUKCETh KAPThI COACPIKUT MOJIE3HYI0 HH(DOPMAIIIO, BMECTE C

OCTaJIbHBIMK TTapaMeTpaMK ObUTH PACCUUTAHBI 110 CIACAYIONIUM (hOpMyIIam:
1
Gep = ;ZgH(g)’ (4)

02 = variance(H) = == 3[(g - gop) H(9)], (5)

rae P = YH(g) obuiee uncio NHMKCeNel B KapTe, Jo — CPEAHEe 3HAYECHHE IPaJalldi CEPOro

JUTSI TUKCETIEN KapThI.

3arem paccuuThiBan ['ayccoBy anmpUOpHYI0 BeposSTHOCTh G(J) M OTHOCHUTEIBHYIO SHTPOIHIO

q(H/Q) nns nmukcenel Kax 0¥ rpagaliu ceporo, g, Mo CIeayronmM GopMyiam:

6(9) = (7o) el (000) 1207, )
q(%) =1 R()H (), (7)
rae R(g) = log [%]. (8)

Tperuit stanm Bkmoyan moctpoeHue rucrorpammbl  H(Q), TayccoBoit kpuBoit G(Qg) u

otHocHTeNbHOM HTponuH, R(Q)H(Q), Ha oxHoM rpaduke (cm. puc. 12).

IMukcenu ¢ rpagamusMu ceporo (§) B IpaBoil 4acTH THCTOTPAMM HMMEIU IOJOKHUTEIbHBIE
3HAYEHMs] OTHOCHTEJILHOW JHTPOIHMH, YTO 03HAYaI0, YTO almoCTepHOpHas BeposTHOCTh, H(Q), mwisa
JIaHHBIX IHKceled Obuta Oosbmie, uem IayccoBa ampuopHas BeposTHOCTH G(Qg) mpu Tex ke
OKCIIEPUMEHTANILHBIX YCIOBHUAX (OJMHAKOBOE KOJIMYECTBO DIEKTPOHOB, MPUXOAAIIMXCSA HAa YKA3aHHOE
yuciao nukceneit) [Trebbia, Bonnet, 1990; Trebbia, Mory, 1990]. To ectbs mukcean N- u P-kapt co
3HAYCHUAMH @, GONBIIUMHU YeM Jo (CM. pHc. 12), OTHOCHIINCH K KIIETOYHBIM CTPYKTYpaM, COIEPKAIIIM
N u P, cOOTBETCTBEHHO, TOT/1a KAaK OCTAIbHBIE MUKCEIN OTHOCHIHCH K IIymMy. Takum 00pa3om, METOT
no3BoJiI Ha N- 1 P-kaprax oTauuuTh CTpYKTYpHI, conepskamiie N u P, cOOTBETCTBEHHO, OT ITUKCEINEH,

OTHOCAIHUXCA K IYMY.

3aKIIOUYMTENbHBIM  3Tanm  BKJIOYAN MpeoOpa3oBaHME KapThl B OMHapHOE dYepHO-Oeroe
n300pakeHue, Ipu KOTOPOM NpeoOpa3zoBaHKe MUKCENs KapThl B O€NbIil MUKCENb IPOUCXOANIIO, €CIIA OH
coJiepKall oJIe3Hyro HH(popMaluio 00 37eMEeHTe HHTepeca, U B UEPHBIH MUKCEeNb — €CIIH CoJiepKaHne
3JIEMEHTa MHTEepeca ObUI0 HEJOCTaTOYHbIM. B anroputme “A” mukcenu co 3HAYEHUSMH Tpajalyiu
ceporo g > go mpeoOpa30BbIBaJIM B Oeble MUKCENH, a MTUKCENU CO 3HaUeHUsIMU ( < Jo — B UepHBIE (CM.
JeBasi KOJIOHKa Ha puc. 12). B aToM ciyuae ruomanps BKIOYEHUH MHTEpeca Ha 00paboTaHHOHM KapTe

BBIYUCIIAIJIM IIYTEM OUYCPYHMBAHUSA BPYUYHYIO obOmacteli ¢ BKJIFOUCHUSAMMU, nzoeras nomnagaHus B 3THU
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001acTH MUKCeNed OT APYTHX KIETOYHBIX CTPYKTYp. DTa omepaiys He 3aHMMaja MHOTO BPEMEHH,
MOCKOJIbKY 00IIee KOJIMYEeCTBO BKIIOYeHHMH He mpeBbimano 10. OOmryro miomans KIETOYHBIX
BKITFOYEHHUH (Sex, B MUKCEIAX) PACYUTHIBAIIN KaK CYMMAapHOE JUISl BCETO KJIETOYHOTO Cpe3a YUCIIO0 OembIX

MUKCeJIel B OYePUCHHBIX 00macTsx (puc. 12).

B anropurme “b” nukcenu co 3HaYECHUSMH rpajialiiyl ceporo g > g1 mpeoOpa3oBhIBAIN B OEIbIe
MUKCEJIH, a MIUKCENIU CO 3HaYCHUsAMH J < J1 — B YepHbIC (CM. ITpaBasi KoJIOHKa Ha puc. 12). Ha xpusoii
OTHOCHUTEJIHOM 3HTponuu P-KapT 3Ha4eHHE (1 ONpENesUid KaK OKOHYAHUE MEPBOT0O IUKa C MPaBoOM
CTOPOHBI OT Jo. DTOT MUK COOTBETCTBOBAJI CTPYKTYpaMm, cojiepxkamum hocdop, 3a uckmoueauem OoC-
BKitoueHui. [lukcenu co 3HaueHussMu § > (1 coorBercTBoBaM DoC-BrmoueHusM. OOnactpb, B
KOTOPYIO BXOJIMJIM BCE BKIIIOUEHUS, Ha 00pab0OTaHHOM KapTe ouepuuBay BpyuHY0. OOIIyI0 TUIOMAIh
KJICTOYHBIX BKIFOUEHUH (Ser, B TIMKCENSIX) PACCUYMTHIBAIN KaK YHCIO OETBIX MUKCENel B OYepUeHHOM

obnactu (puc. 12).

OO0myro MmIoma s KICTOYHOTO cpe3a (S, B MUKCENSIX) M3MEPSITH Ha KapTax JI0 0O0pabOTKH.
OTHOCUTEBHYIO TUIOIIAb KIETOYHBIX pe3epBOB a30Ta Min hocdopa (Spes, B MPOIIEHTAX) pACCUUTHIBAIN

o cienyrorieit popmyse:

Spes = 2% 100% (9)

KJ1

Sii U Sec M3MEPSUIM Ha KapTax CIydaiHBIX KJIETOYHBIX YIBTPATOHKHX cpe3oB (N = 18) u Ha
COOTBETCTBYIOIIMX OOpa0OTaHHBIX KapTaxX, COOTBETCTBEHHO, C WCIIOJIb30BAaHHUEM MPOTPAMMHOTO

obecrieucnus ImagedJ (NIH, Bethesda MA, CIIIA).

OTHOcUTeNbHBIE IIOAAN KIETOYHBIX Pe3epBOB a3zoTa win Gocdopa (Spes) pacCUUTHIBAIN IS

CIy4aiiHbIX KJIETOYHBIX YJIBTPATOHKUX Cpe30B (N = 18 1151 KaXKI0ro aHAIM3UPYeMOTo 00pasia).

[Mpu m3mepenun Sy g DoC-BKIIOYEHHH JIOKaNIM3alysl yKa3aHHBIX BKIIOYCHUH ObLia
orpejesieHa Ha cOOTBETCTBYIOIUX [IDM-n300pakeHUAX aHATU3UPYEMBIX KIETOYHBIX cpe3oB. Jlis
®oC-srmouennit Nostoc sp. PCC 7118 omnpenensiiv, acCOMHPOBAHBI JH OHU C KJIECTOYHBIMHU
rpaHynamu, cojepkamumMu noiu-(R)-3-runpokcudyrupar (III'B). dns ®oC-srirouenuii C. vulgaris
IPPAS C-1 u Desmodesmus sp. ompeaensuii BaKyOJSIPHYIO, IIMTO30JBbHYIO, XJIOPOIUIACTHYIO WIIH
AIEpHYI0 JIOKanu3auuoo. B cioydae, Korza TOYHOE OINpeNesieHUe JIOKAIM3allii BKIIIOYEHUS ObLIO

3aTPYAHCHO, €T0 JIOKAJIU3alUI0 OTMECYAJIN KaK «HE OIIPCACIICHA».

Tpa,[[I/ILII/IOHHaSI CTaTUCTUYCCKaA 06pa60T1<a MOJIYYCHHBIX PE3YJIbTATOB JII OTHOCHTCIBHBIX

ILUIOIIAAEe KIIETOYHBIX PE3CPBOB a3oTa U (boc@opa ObLIa HCCOO6pa3HOﬁ, IMMOCKOJIbKY B HaIllW 3aJJa4n
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BXOoJAWJia XapaKTCpUCTUKA T'CTCPOIrCHHOCTU KIICTOK KYJIBTYP W YHCIO aHAJIMU3UPYCMBIX KIICTOYHBIX

Cpe30B JIJIs KaKJ0ro 00pasiia Obuio orpanundero (N = 18).

4.4. He3aBucuUMOe MOATBEP:KIeHUE Pe3yabTaTOB aHAIUTHYeckoi [19M

4.4.1. AHaJIM3 MEeTO0M CIIEKTPOCKOIIUHM S1IEPHOI0 MArHUTHOr0 pe3oHanca (SIMP)

Jnsa ananmsza metonoM cnekrpockonuu SIMP kieTkn MHUKpOBOAOPOCIEH JIBaKIbl OTMBIBAJIN
KyJlIbTypaJbHOU cpeioi, He coaepxkanieil pochop, ocaxnanu nenrpudyrupoanuem (3000 xg, 2 MuH)
u pecycnieaaupoBanu B 0,6 M 6echochopHoii cpeapl. B o6pazer 1o0aBisiiy 1edTepUPOBAHHYIO BOY
(10% ot obbema oOpasiia) ajasi cTaOMIM3AIMU PE30HAHCHBIX YCJIOBHH. Perucrpaiuio CriekTpoB s
mzoTona P mposomumu Ha SMP-cmektpomerpe Bruker Avance 600 (Bruker, I'epmanus) B
nabopaTopu MarHUTHON TOMOTpaduu U CHEKTPOCKONHH (QakyiabTeTa (pyHAAMEHTAaIbHOM MeIUIHbBI
MI'Y. Cnektpol peructpupoBamm 3a 8500-9000 ckanoB mnpu paboueit wactore 242.94 M,

temnepatype 298 K u BpeMeHH 3aJepKKH 2 C CKaH ..

XUMUYECKHEe CIABUTH aHATM3HPOBATU
otHOCUTENBEHO 85% H3PO4. O0paboTKy CIICKTPOB IMPOBOIHIIH C TIOMOIIBIO TPOTPAMMHOTO 00SCTICUSHUS

TopSpin 2.0 u MestReNova NMR (Mestrelab Research, Mcnanus).

AHanu3 00pa3oB MeToIoM crekTpockonuu SIMP mpoBoauics mis KaXaoW OMOIOrHYeCcKOi

moBTopHOCTH (N = 2).

Ananusz o0pa3ioB MetoaoM crnekTpockonuu SIMP Obln BBINOTHEH COBMECTHO C BEAYIIUM
HAayYHBIM COTPYAHMKOM JIa0OpaTOPUU MArHUTHOM TOMOrpaduu M CHEKTPOCKONUH (akyabTeTa

dbyagamenTanpbHOM Meauuabl MI'Y 1.6.1H. [Tonemakoseim B. .

4.4.2. AHanu3 MeToI0M Macc-CIIEKTPOMETPHH ¢ MHAYKTHUBHO-cBsi3aHHO# nia3moii (MCII-
MCO)

Jus anmanmuza metogom HMCII-MC  knetku  C. vulgaris IPPAS C-1 gBaxkasl OTMBIBAIN
KyJIbTypallbHOU cpelioi, He coaepikaieit ¢pochop, ocaxnanu nenrpudyrupoanuem (3000 xg, 2 MuH)
U TUO(UIBHO BBICYLIMBAIU. 3aTe€M JUOQHUIBHO BBICYIIEHHBIE 00pa3ibl pacTBOPsU B 65% a30THOM
kuciore Suprapur® (Sigma Aldrich, CIIIA) u pas6asnsnu nenoHu3upoBaHHOH Bojoit EasyRure®
(Thermo Fisher Scientific, CILIA). Coaepxanue dhocdopa B 00pas3ax onpeaessiia ¢ IoMOIIbI0 Macc-
CIIEKTPOMETpPA C MHAYKTUBHO-CBsi3aHHOM 11a3moit Element 2 (Thermo Finnigan, CILIA) B maGopaTtopun
HKCIEPUMEHTAIbHON TeoXuMuu reojioruueckoro (akymprera MI'Y. Ilpu u3MepeHun cojep kaHus

@oc@opa B Ka4€CTBC BHYTPCHHCT'O CTaHAapTa UCII0JIB30BAJICA paCTBOP MHAUA.
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Anamus kynbptyp kinerok C. vulgaris IPPAS C-1 meromom UCII-MC nipoBoauiics it Kak 101
ouosornyeckoit moBropHocTd (N = 2). Jlisl ONEHKH pa3iuuuii ypoBHsS cojepxanus ¢ochopa

UCIIOJIL30BAIIH NTapameTpudeckuil t-kpurepuiit Cteronenra (N = 2).

Anamu3 merogomM HMCII-MC Obul mpoBeeH COBMECTHO C COTPYJHHKOM JlabopaTtopuu

HKCTIEPUMEHTAIBHOM re0XUMHU Teosiorndeckoro (akynprera MI'Y 1.6.H. berakoBeim A.TO.

4.4.3. AHaaM3  MeTOAOM  JIa3epHOM  CKaHMpYKOIIeH  MHKPO-CHEKTPOCKONMUHM
KOMOMHANUOHHOTO0 paccesinus (KP)

AHamM3 KIETOK MHUKPOBOJIOPOCIIEH METOAOM JIa3epHOW CKaHUPYIOMIEH MUKPO-CIIEKTPOCKOITHH
KP mnpoBommmm corjacHO TPOTOKONY, CHEIUATBbHO pa3pabOoTaHHOMY ISl WCCIICIOBaHUS
mukpoBozgopocieir [Moudiikova et al., 2016; 2017a]. Knerku A. carterae CCMP1314 ocaxaanu
nentpudyrupoannem (2000 xg, 30 ¢) u pecycrneHIUpOBaIN B COOTBETCTBYIOIIEM oObeme 1% (1o
Macce) pactBopa JierkoraBkoi arapossl (T = 35 °C) B HCKyCCTBEHHONW MOPCKOM BOJIE JUTS MTOJTyIEHHUS
CYCIIEH3HH C TUIOTHOCTBIO KIeTok okoio 108-10° kmerox M. MckyccTBenHyI0 MOpCKyo Boay ¢ pH
7,8 ToTOBMIIM Ha JAEHOHHM3UPOBaHHOM Boje ¢ qobasienuem coseir NaCl (koneunas konmentparus 450
MM), KCI (10 mM), CaCl, (9 mM), MgClx6H20 (30 mM) u MgSO4sx7H20 (16 mM). Knerku
Desmodesmus sp. ocaxxmanu tieatpudyruposanuem (2000 xg, 30 ¢) u pecycneraupoBaid B 0,5 M

KYJIbTypaJbHOUW CpeIbl, UCIIOJIB3YeMOM JUIsl 3TOr0 MUKpoopranusma (tabdmi.4).

CycrieH3un KJIETOK aHaJM3UpoBaiM Ha oOOpynoBaHHOM crekrpomeTpom KP  masepHom
KoH(poKanpHOM cKanupyoomeMm wmukpockorne WITec alpha300 RSA (WITec, T'epmanus). s
3HAYUTEIHHOTO CHIKCHHS BEICOKOTO CHT'HAJIA ayTO(IyOpECIEHIIMH XJIOpOPHILIa TIEpe] perucTpamei
ciektpoB KP ¢ COOTBETCTBYIOIIMM KapTUPOBAaHHEM BCEH KJICTKH MPOBOJIWIN (OTOOOECIIBEUNBAHUE
aHAIM3UPYEMO# KIICTKH MHUKPOBOIOPOCIIH, Kak omucano B pabore [Moudiikova et al., 2016]. Cnekrpbl
KP perucrpupoBanu rnpu JUIMHE BOJHBI BO30YXIeHUS Jiazepa 532 HM, € TUNIOTHOCTBIO MOTOKA (DOTOHOB

1

4.5 x 1011 mxmonb (potonos)-M 2-c”! u Bpemenem unTerpupobanus 80 Mc Ha Touky. Benuuuna

Araria3oHa Uil KapTUPOBaAHUS COCTABJIAIA 60 CM_l.

Crnektppl  KP ¢ COOTBETCTBYIOLIMM KapTHPOBAHHEM BCEH aHAIU3UPYEMOW  KIIETKH
PETUCTPUPOBAIH JIJIsI, TI0 KpaiftHel Mepe, 5 kieTok s kaxmoro obpasia (N = 5). TloydeHHbIe KapTh
00pabaTeIiBaI ¢ MOMOIIBIO Tporpammuoro obecnieuenuss WITec Project Plus (WITec, T'epmanus) u

anroput™moB Matlab (MathWorks, CIIIA), kak onucano B padote [Moudiikova et al., 2016].

AHanmu3 MeToJOM JIa3epHOM cKaHupymomeil Mukpo-crnektpockonuu KPP Obi1  BbINONHEH

COBMECTHO C JIOLEHTOM Kadeapel OHOMOJNEKyIsapHOH ¢u3uku wuHcTUTYyTa (usuku Kaprosa
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yuuBepcuteta (Ilpara, Yexus) mokrtopom Ilerepom Moibxkemem (Peter Mojze§) u acnupaHTKOM
WHCTUTYTa OMOJIOTUYECKHX HAayK W Hayk o 3emuie FOmmxckoro mccienoBatenbekoro mentpa (FOmmx,

I'epmanus) JIy I'ao (Lu Gao).

4.5. Onpenenenne nuddepeHuaIbHON IKCIPEcCHN TeHOB
4.5.1. Boinenenne ToraabHoii PHK
Toransayto PHK wu3 kmerox C.vulgaris IPPAS C-1 ans cekBEeHUpOBaHUS M COOPKH
TPAHCKPHUIITOMA BBIIEISUTH ¢ moMolnbio Habopa RNEasy Kit (Qiagen, I'epmanust) coriiacHO POTOKOTY
m3roroButens. Knetku, pecycnennupoBannbie B Oydepe mns nusuca (Buffer RLT) u3 ykazannoro
Habopa, paspymanu B romorenmszarope TissueLyser II (Qiagen, I'epmanus). Boeigenennyio PHK

xpanusu ipu —70°C.

Tortansayto PHK u3 xnerox C. vulgaris IPPAS C-1 ans ompexnenenust muddepeHinaibHoi
aKcrpeccuu TeHoB MeTo10M [I1IP B pexxrMe peasibHOTO BpEMEHH BBIIEIISUTH € TOMOIIBI0 Habopa Rneasy
Plus Mini Kit (Qiagen, I'epmanus). Knerku (nmpubnusutensHo 1x107 kneTok B 0ObeMe CyCNEH3HH,
B3stoi juis BeiaencHus PHK) ocaxknamu nenrpudyruposannem (3000xg, 2 MHH), peCyCIICHIUPOBAIH B
600 mxn Oydepa mis nausuca (Buffer RLT Plus) u3 ykazannoro mabopa Rneasy Plus Mini Kit u
nomenianu B mpooupky FastPrep® o0bemom 2 M 715t pa3pyiieHus KIETOK C TpaHy/iaMu JTU3UPYIOIICH
matpuisl A (MP  Biomedicals, LLC, CIIIA). 3areM KJIe€TKH TOABEPraad pa3pylICHUIO B
romorenunsarope FastPrep-24™ 5G (MP Biomedicals, LLC, CIIIA) nipu ckopocTu 6 M ceK © B TeueHHe
40 cek. Ilocine 0OpabOTKM B TOMOTE€HU3ATOPE KIETOYHBINA JIM3AaT OTACNSIN OT TpaHys JU3HUpYolen
Matpulibl neHtpudyrupoanveMm (8000xg, 5 MHH) W MEPEHOCHWIH B HEHTPUDPYKHYIO KOJIOHKY IS
ynanenus renomuoit JTHK (QDNA Eliminator spin column) u3 ykazanxoro nabopa Rneasy Plus Mini
Kit. lanee npouenypy Boiaenenus PHK nmpoBoumm cornacHo mpoTokoIy u3rotToButess Habopa Rneasy

Plus Mini Kit. ITonydyennyro PHK xpanunu npu —70°C.

IMpouenypsr mo Beyaenenuro PHK w3 kinerox C.vulgaris IPPAS C-1 Obutd BBIMOJHECHBI
COBMECTHO C COTPYAHUKOM Kadenpbl OnouHk)eHepuu Ouonornueckoro ¢akynprera MI'Y k.0.H.

Kapnosoii O.B. u corpyannkom NHctuTtyra 6M0opranndeckoit xumun k.0.H. Mamenoseim 1.3

4.5.2. CexBeHnpoBanne, cOOpka 1 aHHOTHPOBaHUE TPAHCKPHIITOMA
W3 nonyuennoit roransHoit PHK Boiaensuim ¢ppakuuio MPHK ¢ monm(A)-xBoctamu ¢ HOMOIIBIO
marHuTHBIX rpanyn ¢ onuro(dT) (lllumina, CIIA). C nonxyuennoit ¢pakunun MPHK cunTe3upoBanm

oubmmotexku kJIHK ¢ momompto HaGopa NextFlex Rapid Directional RNA-Seq Kit (Bioo Scientific,
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CIIA) cornacHo npoTokoxy usrotosurens. bubmmorexku k/IHK pazsoaunu 1o 10 tM u cekBeHHpOBAIN
c 00oux KOHIOB Kaxmoro (parmenta (mmuHa ureHus 100 HYKIEOTHIOB) C MOMOIIBIO TpubOpa
HiSeq2000 (Illumina, CIIIA) u Habopa TruSeq v.3 sequencing chemistry (Illumina, CILIA). Ucxoanbie
JTaHHBIE 00padaThiBaii ¢ MOMOINBIO mporpaMMmHoro makera CASAVA v. 1.8.2 (Illumina, CHIA).
Co6opky mpoBoamitu ¢ nomoinisio mporpammel CLC genomics Workbench (Qiagen, I'epmanwust) c
MUHUMaJIbHOU JUIMHON KoHTHra 300 HykieoTuaoB. KOHTUIM aHHOTUPOBAIM B COOTBETCTBUU C MX
MOJICKYJISIpHOW (PyHKIMEH H COOTBETCTBYIOIIUMH OHOJOTMYECKHMMH TPOIIECCAMH C TIOMOUIBIO
nporpammbl Blast2GO (www.blast2go.com) v3.0 InterPro scan [Jones et al., 2014] ¢ annoTtaruei Nr u
Pfam [Gotz et al,, 2008] B 6azax mamneix Gene Ontology (http://geneontology.org/) u Kyoto
Encyclopedia of Genes and Genomes Pathway (KEGG, http://www.genome.jp/kegg/).

CekBeHHpOBaHUE U COOpPKa TPaHCKPUNTOMA ObUIM BBIMOJIHEHBI COBMECTHO C COTPYIHUKOM
[EHTPAJIBHOTO EBPOINEHCKOr0 MHCTUTYTa TeXHOJIOTMH yHuBepcuteta Macapuka (CEITEC, Masaryk
University, bpuao, Uexus) k.0.H. JlaBbiioBbIM A.H. U ¢ BeqyliuM Hay4HBIM COTPYIHUKOM MHCTHUTYTA

OMOOPTaHMYECKOW XUMUU POCCHICKOM aKajeMuu HayK K.0.H. 3BsaruubiM 1.B.

4.5.3. Beioop pedepencuoro u nejesbix resos Chlorella vulgaris IPPAS C-1

KoHTHrH, OTHOCSIIMECS K TEHAM, TIOTCHIIMAIBHO BOBJICUECHHBIM B MeTa00IM3M mosndocdaros,
U TeHy DHIOTEHHOI0 KOHTpPOJIsL, OTOMpanu u3 cobpannoro tpanckpumnroma C. vulgaris IPPAS C-1,
MCXOJIsl M3 aHHOTAIlUM KOHTHUTOB, a TAK)KE TPU BEIpAaBHUBAHHH TTOCIICIOBATEIILHOCTEH N3BECTHBIX TCHOB

JPYrUX MUKPOOPraHW3MOB C MHTEPECYIOIIeH (YHKIMEeH ¢ KOHTHUraMu MOJy4eHHOTO TPAaHCKPUITOMA

C. vulgaris IPPAS C-1 ¢ momorupto nmporpammel BLAST [Altschul et al., 1990].

ITouck OmMMKAWIIMX TOMOJIOTHMYHBIX IIOCJIENOBATENLHOCTENl K BBIABIACHHBIM KOHTHUIAM
npoBoAwsiM B 0aze JaHHBIX HYKICOTUIHBIX mocnenoBarenbHocTelr NCBI GeneBank ¢ momorrsio
nporpammel BLAST [Altschul et al., 1990]. MHoxecTBeHHBIE BBIPaBHHBAHHUS OCJIEI0BATEIBHOCTEN
nposoamin B mporpamme Geneious v8.6 (Biomatters Ltd, HoBas 3emanaus) ¢ HCIOJIB30BaHHEM

BCTPOEHHOH B miporpammy mojein Geneious Alignment ¢ mapamerpamu 1Mo yMOT4aHUIO.

IIpu BbIOOpE pedepeHCHOTO M LEeNEBbIX I'€HOB, MOTEHIHATbHO BOBJIECYEHHBIX B META00IM3M
nosmdocdaros, ananuzuposanu Tpanckpunrom C. vulgaris IPPAS C-1, nonydenHsiii coopkoii de novo
(cM. paznen 4.5.2). I TOCTOBEPHOT0 aHAIN3a KCIIPECCUU 1I€TIEBBIX T€HOB HEOOXO0IMMO HOPMUPOBATh
UX OKCIOPECCHI0 OTHOCHTENBHO T'€Ha, TPAHCKPHILHKS KOTOPOro HE H3MEHSETCS B YCIOBUAX
MPOBOJIUMOTO IKCHepUMeHTa (peepeHCHOro IreHa = Te€Ha HHJIOTEHHOTO KOHTpousd). s oueHku
HKCIPECCUU 1IEJIEBBIX T€HOB MMKPOBOJOPOCIEH B YCIOBHMSX OTCYTCTBHSI M HW30BITKA MCTOYHUKOB

docdopa B cpene Hauboliee MOAXOAAIIMMHU B KadecTBe pPEPEPEHCHBIX T'E€HOB SIBISIOTCS TE€HBI
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yOMKBUTHHIIUTA3, aKTHHONIOJIOOHBIX OeNKOB, B-TyOynuHa u kanpmoayinuHa [Alexander et al., 2012; Ji et
al., 2015]. B xauectBe pedepeHcHoro rena B Haiied padore u3 tpanckpunroma C. vulgaris IPPAS C-1
BBIOpaJIM KOHTHT, TPAaHCIMPOBAHHAsI MOCIEI0BAaTeNbHOCTh KoToporo (GenBank: MK334250) umena
BBICOKYIO CTENEHb HJICHTHYHOCTH C YYacTKaMH TE€HOB YyOWKBHUTHHIHMTra3 E3 mukpoBomopocieit u
pactenuii (cMm. npusioxkenue 3). s nuzaitna npaiimepoB aiis npoBenenus [P B peaibHOM BpemeHH
MbI BBIOpAJIM y4acTOK MOCJIEI0BATENbHOCTH BbIsABIEHHOrO kKoHTUra MK334250, kotopsiit nmen 98%

uaeHtuaHocTy ¢ youksuturimrasou E3 Chlorella sorokiniana (npunoxenue 3).

IMpu anamuze tpanckpunrtoma C.vulgaris IPPAS C-1 wamu Obul OOHapykeH TOMOJIOT
cyopenmuuul;  komrmiekca  VTC, mommdocdar-nomumepaspl,  OCYIIECTBISIONICH  OHOCHHTE3
nosimdochaTHBIX Iereld, — KOHTHUT, MociefaoBaTeabHocTh KoToporo (GenBank: MK334249) umena
BBICOKYIO CTENIEHb UACHTHYHOCTH ¢ Oenmkamu VIC1, VIc2 u Vic4 kak 3emeHbIX MUKPOBOJOPOCIIEH, TaK U
rpuboB, B TOM 4Hcie Apoxokeit (cM. mpuioxenue 4). [Tockonbky ykazanublii koHTUT MK334249 nmen
BBICOKYIO CTENICHb MICHTHYHOCTH C JOMEHOM, XapaKTEePHBIM s Tpex OenkoB komrutekca VTC (Vtcl,
Vitc2 u Vtcd), To ITOCTOBEPHO ONMpPENEIHTh K KAaKOMY W3 HUX OTHOCHTCS BBISBICHHBIA KOHTHT HE
MIPEJICTaBIsUIOCh BO3MOXKHBIM. OJIHAaKO, MOCKOJBKY Bce Tpu Oenka Vicl, Vic2 u Vic4d mpunumaror
yuacTre B cuHTe3e mosndochaTHbIX 1eneii B coctaBe komiutekca VTC [Gerasimaité et al., 2016], To mo
M3MEHEHHUIO SKCIIPECCUU JOMEHA, XapaKTEPHOTO I YKa3aHHBIX TPEX OEIKOB, MOKHO KOCBEHHO CY/IUTh
00 U3MeHEeHHH aKTUBHOCTH KoMmIuiekca VTC B 11eJIOM B JaHHBIX SKCIIEPUMEHTAIBHBIX yCIOBUAX. s
TOro, 4T0OBI OLIEHUTH Auddepeninanpuyio sxcnpeccuo kommuiekca VTC B kiretkax C. vulgaris IPPAS
C-1 npu nepexone oT ¢GochOopHOTO TOJOMaHUS K M30BITKY HEOpraHH4YecKoro docdopa B Cpele MbI
MpoBeJIM Ju3aiH mpaiiMepoB uisi mpoBeaeHus [IL[P B peasibHOM BpeMEHM Ha Y4YacTKE KOHTHra
MK334249, xortopbiit umen 84% wumeHtndnoctd ¢ Oeiakom Vicl mukpoBomopociau C. variabilis

(mputoxenue 4).

[Tockonbky B Meraboim3M mnoiudocdaroB, moMuMo nosudocdar-noaumepassbl, BOBICUCHBI
Takxke Gocdaraspl, yIacTBYIOUIME B TUAPOIH3E ocdarcoaepiKallux COSAMHEHUN ¢ BBICBOOOKICHUEM
Heopranuueckoro ¢ocdara — cydcrpata mnonudocdar-monaumepaspl, U OCIKHU-TPAHCHOPTEPHI
Heopranuueckoro ¢ocdara, obecrneynBaronue ero M0CTaBKy B KJIETKY, TO T€HBI, OTHOCSIIUECS K

YKa3aHHBIM OelKaM Take ObLIH BBI6paHBI JJIL aHaJIn3a UX SKCIIPECCUH.

JIi1st aHaIM3a SKCIPECCHU TeHOB TPaHCIIOPTEpOB Heopranudeckoro docegara C. vulgaris IPPAS
C-1 mpu mnepexome oT ¢dochopHOro rojoJaHus K U3OBITKY HeopraHumdeckoro Qocdopa u3
TpaHCKpunTomMa BeIOpanu aBa konTura: MK334251 u MK334252. [locnenoBaTenbHOCTh KOHTHTa
MK334251 umena BBICOKYIO CTENEHb MJAEHTHYHOCTH C JOMEHOM, XapaKTE€PHBIM JJIsI TPAHCIIOPTEPOB

¢bocdara Bricoko# ahhuHHOCTH U HATPUIA-(POCchHATHBIX CUMITIOPTEPOB MUKPOBOAOPOCIIEH (IpUIoKEeHUE
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5), nocnenoBatensHocTh KoHTHra MK334252 — ¢ nomenom, xapakrepubiM s H'-pocharabix
CUMIIOPTEPOB MHUKpPOBOAOpOCe (mpunokenue 6). Takum oOpa3om, AJisi aHaIU3a BBIOpAIM HATPHii-
¢docdarabiii cumnoptep u H+-docdarusrii cumnoprep. s nu3aitna npaiitMepoB MbI BBIOPaI y4acTOK
kouTHra MK334251, umeroriero 91% unenrnunoctu ¢ Tpancnoprepom docdara Chlorella sorokiniana
(mpunoxenue 5), u ydactok kontura MK334252, umeromero 89% wunentuunoctu ¢ H+-docharapim

cummoptepom C. sorokiniana (mpuioskeHue 6), COOTBETCTBEHHO.

s onenku dkcrpeccun (ocdartaz npu mnepexone or (HochopHOro TOJONAHUS K H3OBITKY

Heopranuueckoro (Qocdopa ™Mbl W3 TpPaHCKPUIITOMA BBIOpANM KOHTWUT, TpPAHCIWPOBAHHAsS
nocieqoBateabHoCcTh KoToporo (GenBank: MK334253) umena BBICOKYIO CTENEHb HJICHTUYHOCTH C
MypOypHBIMH KHCIBIMU (ocdarazamu MUKpoBoJopociel (mpuioxenue 7). JuszailH npaiimepoB k
ykazanHo# ¢ocdaraze C. vulgaris IPPAS C-1 npoBoaumu k ydactky koutura MK334253, umeromemy

92% WIEHTHYHOCTH ¢ MypIypHO# kucioi docdarazoir C. sorokiniana (mpumosxenwue 7).

Jns kaxgoro BeiopanHoro rena C. vulgaris IPPAS C-1 mosyuanu mpaiimepst (tabm. 5) mis

nposenenus [P B peansHOM BpemeHu.

Tab6n. 5 TlocnenoBarensHOCTH TipaiiMepoB s amiutndukanuu B [P B pexxume peambHOTO
BpEMEHH, UCII0JIb30BAHHBIX B paboTe

HazBanue [MocnenoBarensHOCTH (5'-3") Konmupyemsiii 6ernox
npaiimepa
Ref mpsmoii TAGAGGATTCCGAGGACATCTG | YoukButuniurasa E3
Ref oOpatHbrii CAGGTGGAAGTGGTGGTTG
VTC npsimoii ATCATTCGCTTCCCGTACG BakyonspHbrii TPAHCIIOPTHBIN
— anepoH (vacuolar transport
VTC oOpatHbIit AGGAACTTGGAGAACTTGGG
chaperone, VTC)
Trans1 npsmoit AAGGCGCTGACGATGAAG Harpwuii-docdarnbriii cummoprep

Trans1 oOparubiii | AAGATGTCTGGGTCATTCACG

ACATCCTGCTTAACAACGGG

Trans2 npsmoii

Trans2 oOpatHbIi

CAGGAAGAGTAGGAAGAGCATG

H*-tdbocdarasiit cummoptep

Phosph npsimoii

TCCTATGCTGACCTCTACTACTC

Phosph oGpaTHbrit

TTCCCTGGCACAAAGACTG

[Typnypnas kucnas ¢pocdaraza
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[IpaiiMepbl moJydYanu, HUCHOJB3YS B KadecTBE MATPHUI] TOCIEIOBATEILHOCTH KOHTHT,
OTHOCSIITMXCS K BBIOpaHHBIM TeHaM. J[u3aiiH mpaiiMepoB MpPOBOIMIM C TOMOUIBIO MPOTPAMMBI IS
KOHCTpyupoBanus npaiiMepoB st [P B peansHoM Bpemenu RealTime PCR Tool (Integrated DNA
Technologies, Inc., https://eu.idtdna.com/scitools/Applications/RealTimePCR/) ¢ mapamerpamu 1o
ymosyanuio. Bee ncnonb3oBanHble B pabote mpaiimepsl ais [P B pexxnMe peanbHOro BpeMEHU MpU
aMIuTUUKAIKA AaBaidu dPPEKTUBHOCTh peakuuu >90% u mpuBOAMIN K 00pa30BaHUIO MPOIYKTa C

€IMHCTBEHHBIM ITMKOM Ha KPUBOM IIaBieHus (Tabi.5).

4.5.4. Metoa ITIIP B pe:xume peanbHOr0 BpeMeHHU

Cunres ognouenoueynoit k/IHK na matpune PHK mist nposenenus [P B pexume peanbHOTO
BpEMEHH MPOBOJIINA C HCIOJIb30BaHHEM Habopa ans oOparHoi Tpanckpunuuu QuantiTect Reverse
Transcription Kit (Qiagen, ['epmanusi) coriacHo pekoMeHausM Npou3BoauTens. B peakuuto cunTesa

kIHK mnsa kaxxnoro o6pasna 6panu no npubnausutensao 250 ur PHK.

[IIIP B pexxuMe peaqbHOTO BPEMEHH ITPOBOIWIIH C HCTOb30BanueM Habopa QuantiTect SYBR
Green PCR Kit (Qiagen, I'epmanus) cormacHO peKOMEHIAUsIM U3roToBUTENS, mpubdopa QuantStudio 7
Flex Real-Time PCR System (Thermo Fisher Scientific, CIIIA) u nporpammuoro obecrnieucaus Applied
Biosystems QuantStudio™ Real-Time PCR Software Version 1.3 (Thermo Fisher Scientific, CIIIA).

Kaxxnas peakumonHas cMmech (koHeuHbI oO0beM 10 M) comepkana 0,25 MK KaXa0To
npaiimepa (cM. Tabi. 5) ¢ koHnentpanueid 10 MkM (ripssMoii 1 0OpaTHBIN, KOHEUHAs KOHIIEHTpAIUs B
cmecu kaxaoro 0,25 MmxkM); 5 Mk iByxkpaTHoTo Oydepa ¢ payopeciieHTHBIM KpacuteneM SYBR Green
QuantiTect SYBR Green PCR Master Mix, cogepxariero HS-Tag-/IHK-nonmumepasy, u3 ykazaaHoro
Habopa; 1 mxi k/[HK, nmonyuennoii B peakuuu cunreza k/IHK na matpune PHK u passeaennoit B 25
pa3 (peakuuu c npaitmepamu Refl, VTC, Trans2) unu 5 pa3 (Refl, Trans5, Phol, Pho2); 3,5 Mk Bobl,

ouniiesaou ot PHKas.

3nayenue Ct onpeaensiioch Kak HOMep LUKIIA, P KOTOPOM (UIyOPECLEHTHBIM CUTHANI PeaKLuu
nepecekaeTr 0a30BYIO JIMHUIO, C MCIIOJIb30BaHMEM IporpaMMHoro obecredenuss Applied Biosystems
QuantStudio™ Real-Time PCR Software Version 1.3 (Thermo Fisher Scientific, CIIIA) ¢ napameTpamu
no ymonuanuto. Passenenue k/[HK nmoxbupanu nis kaxxaoi napel npaiiMepoB TakuM 00pa3oM, YTOObI
3HayeHne Ci peakuuu a1 1mpoO, B KOTOPHIX aHATU3UPYEMbIM TPaHCKPUNT MPHUCYTCTBOBAT B
JIETeKTUPYEMBIX KoJIndecTBax, Oblo He MeHee 21 u He Gosee 30. Peakuuu ¢ npaiimepamu Refl rena
SHJIOTEHHOT'0 KOHTPOJIS MpOBOIWIM TpH ABYX pasBeneHusx kHK: mpu pasBenenum B 5 pa3 s
HOPMHUPOBaHHUS pe3yIbTaTOB peakuuii ¢ npaiimepamu Trans5, Phol, Pho2 u npu pa3senenun B 25 pa3

JUIsl HOPMUPOBaHUsI pe3yabTaToB peakuuii ¢ npaiimepamu VTC, Trans2.
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HenocpencrBeHHo mepen  MPOBENEHUEM  PEAKIMM  OCYLIECTBISUIM  NPEABAPUTEIBHYIO
MHKYOAIMIO peakmoHHoi cMmecu i aktuBanuu HS-Taq- IHK-nomumepassr (95°C, 15 mun). Peakuus
BKJIIOYAJIa 35 MUKIIOB, KX AbIH LUK cocTosin u3 aeHarypauun JJHK (94°C, 15 c), omxura npaiimepos
(58°C, 30 c¢) u cunreza uenu JHK (72°C, 30 c). Ilocne npoBeaeHHs peakUMM IOJIyYadd KpHUBBIE
TUTaBIICHHUSI TIPOAYKTOB amiunpukanuu. Kontpomn 6e3 mMarpuilbl 1 0OpaTHON TPaHCKPHUIIMKA ObLTH

BKJIFOUCHBI.

Bce m3MepeHHs 3KCIpeccuu NMPOBOAMIMCH B JIBYX OHOJIOTHYECKHX M JIBYX aHAIUTHYECKUX
noBTopHoCTsX (N = 4). Pacuer nuddepennmanbroii skcnpeccuu renos s kietok C. vulgaris IPPAS
C-1 mpu mepexoae ot ¢ochopHOTro TONOMAHUS K M3OBITKY Heopranmdeckoro ¢ocdopa B cpene
MIPOBOJWIIN OTHOCUTEIBHO «HYJIEBOI» TOYKM SKCIEPUMEHTa — TOJIOJAHBIX MO (ochopy KIETOK.
OO0paboTKy MOJYYEHHBIX AAHHBIX U pacyeT JUu(pPepeHLnanbHON AKCIPECCUU T€HOB MPOBOIWIN C
nomolsko nporpammuoro odecneuenus: Thermo Fisher Cloud Data Analysis (Thermo Fisher Scientific,

CIIA) c napameTpaMu MO0 YMOJYaHHIO, TPU KOTOPBIX SKCIIPECCHS T€HOB BBIUKCIISUIACH N0 (hopmyrie:
_ _r0
A= 27(C=C) | (10)

rae A — muddepeHimanpHas dKCIpeccus TeHa A aHAIM3UPyeMoro obpasma KJIETOK TMpH
nepexojie oT pochopHOro rosoaaHus K U30BITKY HeopraHudeckoro ¢ocdopa, Ci — HOMED ITUKIIA IS
aHAJM3UPYyeMOTo o0Opasia, IpU KOTOPOM (UIYOPECHEHTHBIH CHUTHAJI pEakIH TepecekaeT 0a30BYIO
muamio, C® — HoMep muKima s oOpasna ToNOAHBIX 1O  (ochopy KIETOK, TPH KOTOPOM

(i1yopecueHTHBIN CUTHAJ peakluy NepecekaeT 0a30ByI0 JIMHUIO.

J1J1 OLIeHKH pa3iuyuuid YpOBHS SKCIIPECCUU T€HOB MCTIOJIb30BAIN MTapaMETPUUECKU t-KpuTepuit

Crerogenta (n = 4).

[IpuroroBiieHre peaKIMOHHBIX cMmecel i mnposBereHus [II[P B peanbHOM BpeMeHH
OCYIIECTBIISUIM COBMECTHO C COTPYAHUKOM Kadeapbl OMOMHKCHEPHH OMOJOTHYECKOro (aKyibTeTa
MI'Y .6.H. Kapnosoit O.B. u cotpyanukom kadenpbl MUKpOOHOJIOTuU OHosorndeckoro (akynbrera

MI'VY k.6.H. Bunorpanosoii E.H.
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5. PesyabTaThl H o6cyskaenne’

5.1. YIbTpacTPYKTYpHbIe 0COOEHHOCTH HCCIeAyeMbIX 7yKAPHOTHYECKHX MUKPOBOI0POC/Ieii’

[Tpu pabote Hax TaHHBIM pa3eNoM JUCCEPTALMH UCTIOIb30BaHA CIIEAYIOMIAs ITyOIUKAIUs aBTOPa,
B KOTOPOM, coriacHo [1070keHuI0 0 MpUCyXAeHUH yueHbIX creneHe B MI'Y, oTpakeHbl OCHOBHBIE
pe3yJIbTaThl, OJOXKEHHS U BBIBOIBI HcciienoBanus: Solovchenko, A. Phosphorus starvation and luxury
uptake in green microalgae revisited / A. Solovchenko, 1. Khozin-Goldberg, I. Selyakh, L. Semenova,
T. Ismagulova, A. Lukyanov, I. Mamedov, E. Vinogradova, O. Karpova, I. Konyukhov, S. Vasilieva, P.
Mojzes, C. Dijkema, M. Vecherskaya, 1. Zvyagin, L. Nedbal, O. Gorelova // Algal Research. — 2019a.
— https://doi.org/10.1016/j.algal.2019.101651.

B npencraBnenHoit  paGoTe  MccieoBald  KIETKM  OKCHIE€HHBIX  (DOTOABTOTPO(DHBIX
MHUKpPOOPIraHHU3MOB, CIIOCOOHBIX K (OpMHUPOBAHMIO BHYTpUKIETOUHBIX PoC- n AC- BKIIOYEHHH, a
MMEHHO KJIETKH JYKApUOTHUYECKHX MHUKPOBOJOPOCIEH U TMPOKAPUOTHUECKHX IuaHoOakTepuil (cMm.
paznen 4.1). B atoM pasznene paccMaTpuBaeTcsi OpraHu3ays KJIETKA UCCIEI0BaHHBIX B JAHHOUW paboTe
3€JICHBIX MHUKPOBOJIOPOCIICH, OpraHU3aIlys HWCCIIECIOBAHHBIX IHMAHOOAKTEpUN OOCYKIaeTcs HIDKE B

pazgenax 5.4.1 u 5.4.2.

[Ipn aHanm3e YIBTPATOHKUX CPE30B KIETOK MHKPOBOJOPOCIICH METOJaMH TPAJIUIMOHHONW U
ananuTdeckoit [I9M y Bcex mcciaeayeMplx MUKPOBOIOPOCIEH BRISIBISUIMCH KITFOUEBBIE OOITHE YEPThI
VIBTPACTPYKTYPHOH  OpraHW3allMd  KJIETOK  JYKApPUOTHYECKHX  OKCHUTEHHBIX  (POTOTpOHBIX
MHKpOoOpranu3mMoB (cm. pazaen 3.2.1). Ha puc. 13 u B mpuiokeHun 8 OHU TOKa3aHbl Ha TPUMEpE
HCCIIEIOBaHHBIX MHKpOBOIOpocicii — mpenctasureneir Chlorophyta. B nHammx wccnenoBaHusx y
MHUKPOBOJIOPOCIICH  BBISIBISUTUCH  CICIAYIOIIME KJIETOYHBIE KOMIIAPTMEHTHI: SIIPO, BaKyoJdH C
BaKyOJISIPHBIM COJICP’KUMBIM, XJIOPOIUIACT, KpaXMaJIbHbIC 3epHA U MIUPEHOM]I B COCTABE XJIOPOILIACTA H
mutoxoHapuu (puc. 13 a,0, mpumoxenue 8). B xmoporutactax MHKPOBOIOPOCTCH MHPEHOM/T
MPEICTaBIseT COO0H 0COOYI0 CTPYKTYPY BBICOKOH WIJIM CpPEITHEH AIIEKTPOHHOH TIOTHOCTH. [TrpeHonn
— MecTo JoKanu3aluu pubynozoduchocdarkapOOKCHIa3bl, OJHOTO M3 KIIOYEBBIX (EPMEHTOB
TEMHOBBIX peakiuii porocunTe3a. [IupeHon OKPYKEH ICKTPOHHONIPO3PAYHBIMK 3ePHAMHU Kpaxmaiia
(puc. 13 6, mpuoxkeHue 8), SBISIOMICTOCSA 3aMacHBIM IMPOJAYKTOM [UIs XPaHCHHS H3JIUIIKOB
(hoTOACCHMWIMPOBAHHOTO  yIiiepoJa B KJIETKaX MHKpOBOJopocieidl. B  xmopormactax —Takke

BBIABJIAIOTCA 3€pHA KpaxMajld, HC aCCONUMUPOBAHHBIC C IIMPECHOUIOM (pI/IC 13 3,6).

! Ecnin He yKa3aHO MHOe, INpeAcTaBieHbl pe3ynbraThl [IOM u ananutundeckoit I[1OM o6pasios,
HCCIIEIOBAaHHBIX HAa AHAJUTUYECKOM IIPOCBEUYMBAIOIIEM MIEKTPOHHOM MHKpockone JEM-2100 (cm.
paznen 4.3).
2 VIIbTpacTpyKTYpHasl OpraHu3anus [uanoOakTepuil oocyxkaaercs Hke B paznenax 5.4.1 u 5.4.2.
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Puc. 13 VapTpacTpyKTypHBIE 0COOEHHOCTH KIETOK MHKpOBojopocieii Ha mpumepe Chlorella
vulgaris IPPAS C-1 (a) u Desmodesmus sp. IPPAS S-2014 (6). (a,6) IIDM-u300paxeHus yIbTPaTOHKUAX
CpEe30B KIIETOK MHUKPOBOJOPOCIEH, MOKa3bIBAIOIIME KJIETOYHBbIE KOMIAPTMEHTHI MUKPOBOJOPOCIEH:
Bakyouu (B), simpo (51), kpaxmanbsusie 3epHa (K3) u nupenouns (IT) B cocrase xioporiacta (Xi1), a Tak:ke
3JIEKTPOHHOIIJIOTHBIE BKJIFOUEHUS B BaKyoJsiX U 1uro3osne (L), koTopble oTMedeHbl OEIbIMU U YEpHO-
OenbiMu cTpenkamu: 1 — dochopconepxamniue (PoC-) Brmoyenus, 2 — azorcoaepxkamiue (AC-)
BIJIIOYEHHS. (B,r) TUIIHYHBIE SHEProAUCIIepCHOHHbIE crieKTpbl® MoC- (B, ciektp 1) u AC- (T, criekTp 2)
BKJIFOYEHHUH, MPEAOCTABISAIONINE HHPOPMALIMIO 00 3JIEMEHTHOM COCTaBE aHAJIM3UPYEMOT'0 TOYEYHOTO
yuacTka oOpasua (cMm. paszen 4.3.2). Toueuynble ydacTku o0Opasia, ¢ KOTOPBIX MOJIYyYalld CIEKTPHI C
BKJIFOYEHUH, OTMEUeHbl cTpeioukamu ¢ uudpamu 1 u 2. [IDM-u3o0paxenus HpeAcTaBIeHbl IS
KOHTPAaCTHPOBAHHBIX ypaHMUJALlETaTOM M ILUTPATOM CBHMHIA YJIBTPATOHKHUX CpE30B KIETOK Ha
cTaumoHapHo# ¢ase pocra. [I9M-u3o0paxenue (a) nonyyeHo Ha Mukpockone JEM-1011 coBmectHo ¢
coTpyaHuKoM Ouonoruyeckoro gaxyiabrera MI'Y 1.6.H. ['openoBoii O.A. CnekTpbl IpeaCTaBICHbI s
HE KOHTPACTHPOBAHHBIX YIBTPATOHKUX Cpe30B (cM. puc. 11). Macmrabusie otpesku: 0,5 Mkm

33nech (1 nanee B pesyabTarax) npeacrasieH D/[PC-cnextp — TunuuHbIi 11 faHHoro tTuna (PoC- win
AC-) BKJIIOYEHHUH. DTO 3HAYMT, YTO CIIEKTPHI OT OOJIBLITMHCTBA AaHATM3UPYEMBIX BKIIFOYEHUH 3TOTO THIIA
(n = 40, cm. pasmen 4.3.2) mns wuccienyeMoro ooOpasia ObUIM aHAIOTHYHBI IPEICTABICHHOMY
TUIUYHOMY CHEKTPYy B YacTH KaueCTBEHHOI'O COCTaBa BBIABISIEMBIX 3J1eMEHTOB. KoJmuecTBEHHBIH

OJIPC-ananu3 B npecTaBlIeHHON paboTe He MpoBOAUIH (CM. pa3zen 4.3.2)
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BaxXHpIM MOMEHTOM B KOHTEKCTE€ HACTOSAIIETO WCCICIOBAaHUS SBJIACTCS NPUHIUIHAIbHAS
CIOCOOHOCTh MPUMEHSIEMBIX METOI0B ITPOCBEUYMBAIOICH 3JIEKTPOHHOM MUKPOCKOIIMH K BH3yaJIN3aLUU
BKJIFOUCHMH, CO/IEPKAIINX Pe3epBbl a30Ta U Gocdopa. AHaNINU3 yIbTPATOHKUX CPE30B KIETOK IOKa3all,
YTO B BAKyOJIIX MHKPOBOJOPOCIEH MPUCYTCTBYIOT 3JIEKTPOHHOIUIOTHBIE BKItoueHHs (puc. 13 a,0,
npunoxenne 8). B 3aBUCUMOCTH OT BU1a MUKPOBOJOPOCIH U YCIIOBHIA KyJIbTHBHPOBAHMUS BBISBIISIEMBIE

B KJIETKaX BKJIIOYEHHS OTHOCHINCH K DoC-BrimroueHusM (puc. 13 a,B) w/nnn k AC-BKiIFOUeHHIM (pucC.

13 6,r).

CocraB BbISBIsIEMBIX BKIOUeHHH omnpenensuin ¢ nomounsio DJIPC. B D/IPC-cnektpax ot ®oC-
BKiItoueHud (puc. 13 B) BeisiBisuuchk nuk ¢ocdopa (Kq = 2,01 x3B) u nuk kucnopona (Kq = 0,53 x3B),
KOTOpBIE SIBJISIOTCS XapaKTEPHBIMU THKAMH Ui CHEKTPOB OT NOJHQochaTHBIX BKIOYEeHHH. B
OOJIBIIIMHCTBE CIEKTPOB OT yKa3aHHBIX BKIFOUEHHH BbIsBIsUica UK mMaraus (Ko = 1,25 x3B) u muk
kanbius (K, = 3,69 k3B) B kauecTBe MUHOPHBIX 37ieMeHTOB (puc. 13 B). B criektpax o AC-BKITIOUEHHIA
BeIsBIswICS K azoTa (K, = 0,39 x9B) (puc. 13 1). B criekTpax oT 000uX THIOB BKIIOYECHUI BCeT/Ia
npucyrctBoBan nuk yriaepona (K, = 0,28 k3B) — OCHOBHOTO XMMHYECKOTO 3JIEMEHTa COCIMHEHUIN
SMOKCUJHON CMOJIBI U OPraHMYECKUX COEAMHEHUH B OMoornyeckux obpasuax. Takxke B cHeKTpax
BoIABIUICS TTUK Meau (Lq = 0,93 k3B) — 0CHOBHOTO KOMITOHEHTA CETOUYEK, HA KOTOPhIE MOHTUPOBATIUCH

cpesbl nepen ux [19M-ananuzom.

®oC-BKIIOYCHHS B UCCIIEIOBAHHBIX MUKPOBOIOPOCISAX TAKKe BBISBISUIMCH B IUTO30J1e (puc. 13,
0), xjoporutactTax M sape (KOJIMYECTBEHHYIO OIICHKY COJAEpXKaHus Bcex mepednciieHHbx PoC-

BKIIIOYEHHUI CM. B pasjene 5.6).

Takum o06pa3om, METOIbI TPAAUIIMOHHON M aHAMTHYeCKOW [I9M B HamIMX 3KCIEPUMEHTATBHBIX
YCIOBUSAX TO3BOJISUIM BU3YaJU3UPOBATh OCHOBHBIE KOMIIAPTMEHTHI U CYOKOMIIAPTMEHTHI KIIETOK
MUKpPOBOJIOPOCJIEH, Takue Kak sIpo, XJIOpOIUIacT, BaKyoJd C BaKYOJSPHBIM COJIEPKUMBIM,
MUTOXOHAPHH, MUPEHOMJ | 3epHa Kpaxmama [Berner, 1993]. KiroueBoii BO3MOKHOCTBHIO
HCIIOJIb30BAHHBIX METOJIOB B COUYETAHWU C BBIOPAaHHBIMH OOBEKTaMH SBHJIACh HMX CIIOCOOHOCTh K
BHU3YyaIM3aIMH AJIEKTPOHHOIJIOTHBIX BKIIOUYEHUN B BaKyOIsX, IIUTO30J€ M APYTrUX KOMIApTMEHTaX

KIJICTKU.

[Ipumenenne wmetonoB anamutuyeckod [IOM, B wactHocTn, 3/IPC, mno3Bonmio mnomay4yaTh
nHMOpMAIIHIO 00 AIEMEHTHOM COCTABE BBISBIISIEMBIX BKIIOUeHHH U paznuyaTh PoC- u AC-BKITIOYSHHS
HEMOCPEACTBEHHO Ha KIETOYHBbIX cpe3ax. Ha OCHOBaHMM BBIIEU3IIOKEHHBIX pE3YJbTAaTOB B

JabHEHIITNX AKCIEPUMEHTaX METoJbl aHanmuTudeckord [IOM ucnons3oBanmu isi UIASHTUGUKALUN U
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Busyanu3auu @oC- u AC-BKIIIOYSHHH B KJIETKaX MUKPOBOJIOCIIEH B 3aBUCUMOCTH OT OTCYTCTBHUS JINOO

HaJIMYMS a30Ta u/wim pochopa B cpesie KyIbTHBHPOBAHUS.

5.2. ®opmupoBaHue pe3epBoB ¢ochopa MUKPOBOIOPOCIeii mpu mepexoae ot ¢ocopHOro
roJoJanus K M30bLITKY Heoprauuieckoro docdopa B cpene’
5.2.1. Hakomienune 6momMacchbl 1 MK3MEHEHHS B COCTaBe KJIETOYHBIX BKJIIOYEHUI

IIpu paGoTe Haj NaHHBIM DPa3/lEIOM AUCCEPTALMU HCHOJB30BAHBI CIEAYIOLINE MYOIMKaLUK
aBTOpa, B KOTOPBIX, coriacHO [IoJoKeHHIo O MpUCYKIEHUM y4YeHBIX creneHed B MI'Y, oTpaxeHsl
OCHOBHBIE PE3YJIbTATHI, ITOJIOKEHUS U BBIBOJBI NCCIIETOBAHUS:

(1) Solovchenko, A. Phosphorus starvation and luxury uptake in green microalgae revisited / A.
Solovchenko, I. Khozin-Goldberg, I. Selyakh, L. Semenova, T. Ismagulova, A. Lukyanov, I. Mamedov,
E. Vinogradova, O. Karpova, I. Konyukhov, S. Vasilieva, P. Mojzes, C. Dijkema, M. Vecherskaya, 1.
Zvyagin, L. Nedbal, 0. Gorelova /[ Algal Research. - 2019%. -
https://doi.org/10.1016/j.algal.2019.101651;

(2) Solovchenko, A. Luxury phosphorus uptake in microalgae / A. Solovchenko, T. Ismagulova,
A. Lukyanov, S. Vasilieva, I. Konyukhov, S. Pogosyan, E. Lobakova, O. Gorelova // Journal of Applied
Phycology. — 2019b. — https://doi.org/10.1007/s10811-019-01831-8.

OmHuM M3 BaXHEHIIUX 3TAloOB HCCIEAOBaHWUN (OpMUPOBaHUS pe3epBOB (ocdopa sBISICTCS
CTaHIApTH3AIMsI  JKCIICPUMEHTAIBHBIX  MPOTOKOJOB M 00ECHeueHHEe  BOCHPOHM3BOJIUMOCTH
HaOJIO/IaeMBIX B OTHOIICHWU BHYTPUKICTOYHBIX BKIIOUeHHH 3(dekroB. D10 HE0OXOAMMO ISt
MMOHUMaHUSI OCHOBHBIX 3aKOHOMEPHOCTEH, CBS3BIBAIOIIUX CHHTE3 W KaTaOOJIM3M PE3EPBOB a30Ta U
dochopa ¢ KuHETHYECKMMHU W (U3UOJOTHMYSCKHMH IapaMeTpaMH pocTa KyIbTyp W CTaTyCOM HX

MUHCPAJIbHOI'O ITMTAaHHA.

BaxXHbIM METOJI0JIOTUYECKUM BOIIPOCOM SIBJISETCS CTaHAapTU3alus YcJIoBUMl (ochopHOTOo
roJOJaHus Ul MOJIyYEHUsS MOJEIbHBIX KYJIbTYp B CTaHJAPTHOM COCTOSIHUH, YTO SIBJISIETCS 3aJI0IOM
BOCIPOMU3BOJUMOCTH  JajbHEHIIMX  pe3yinbTaToB. CregyeT OTMETUTb, YTO  3HAYUTENbHbIE
KOJIMYECTBEHHBIE U KaueCTBEHHbIE pa3lWyMsl B OMYOJIMKOBAHHBIX B JIUTEPAType JAHHBIX SIBIISIOTCS
CIIEZICTBUEM OTCYTCTBHMS CTaHJAPTHOTO MOAXOJa K HHAYKIMHU (OCHOPHOro TrooAaHusl KIETOK
MUKpoBojiopociieil. B Hameit paGore rosonHsiMH 10 (ochopy cuUMTaIM KIETKH, y KOTOPHIX B
pe3yibTare KyJIbTUBUPOBaHUS B OecochopHOIi cpesie OCTaHABIMBAIOCH JieNIeHue KeTok. JloGaBienue

HCTOYHHUKA (bocq)opa B CpCay K IOJIOAHBIM KJICTKaM MHKpOBOI(OpOCHeI\/'I HHAYIIUPOBAJIO BO300HOBJICHUE

4 MccnemoBanue MpOBOAMIM Ha MOJIETBHBIX IITaMMax 3eieHoi MukpoBogopociu Chlorella vulgaris —
mrammsel IPPAS C-1 u CCALA 256.
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JIeNIEHUs1 KIETOK, KOTOPO€ IMPHUBOJIMIO K SKCIIOHEHIIMAJIBHOMY POCTY KYJIbTYpbI C IOCIEIYIOIIUM

3aMeJUICHUEM POCTa M BBIXOJOM KYJIbTYphI Ha cTallMOHapHY0 a3y (puc. 14).

30 l T I L} I L) I T l L ' L} ' L)
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|
= ) | / ’
= 18 - I PaHHas
= |  ®m cTauuoHapHas
5 ‘<C_> ] : dasa A
g 5 12— I'onomeleI -
g 1 xnetkn !
= : /\I OKCnoHeHUmanbHas
- |
|4 ”T dasa pocTta -
I
0 L L L L L
4 -2 0 2 4 6 8 10

Bpewms (gHwn)

Puc. 14 Hakorutenne Omomaccel mukpoBomopociu Chlorella vulgaris mpu mepexome ot
dbochopHOro ronomaHus K HW3OBITKY Heopranumdeckoro (ocdopa B cpeae. Orcyer BpeMeHH IO
TOPH30HTAIBHOW OCH OTMEUYEH OTHOCHUTEILHO MOMEHTa J00aBieHus Gochopa K TOJIOIHBIM KIETKaM
(menp 0). Jlns kakaoW TOYKK KPHBOM pOCTa MOKa3aHbl CpeIHEe 3HAYCHHUE ISl TPeX OMOJOTHYECKUX
MOBTOPHOCTEH U COOTBETCTBYIOIIAs CTaHAapTHas omrbka cpeanero (N = 3). Ha pucyHke npuBeaeHb
pesynbTaThl g mramma IPPAS C-1, pesynastathl mist mramma CCALA 256 Obuti aHaJIOTHYHBIMH.
KpuBas pocra moiydeHa COBMECTHO C COTpYIHHKaMH Kadeapbl OMOMHXKEHEPHH OHOJIOTUYECKOTO
¢dakynprera MI'Y 1.6.H. Censax U.0O. u k.6.H. Cemenonoii JI.P.

Jlnst onpeniesieHss M3MEHEHHI B COCTaBe KIETOYHBIX BKIOYeHU# MukpoBogopociau Chlorella
vulgaris meronom ananutiueckoii [I9M wuccienoBaiM KIECTKH ¢ XapakTepHbIX (a3 pocra (puc. 15):
rosiogHbie 110 Gocdopy (aeHsb 0, cM. puc. 14), ¢ IKCIOHEHIIMATBHOM (a3bl pocTa (1eHb 2) U ¢ paHHen

cTarmoHapHou (assl (eHb 7).

OTnuYuTEIbHONH 0COOCHHOCTBIO YIBTPACTPYKTYPHI TONIOAHBIX 10 (hocdopy kiaerok Chlorella
vulgaris ObUI0 0OJBIIOE KOJHYECTBO JIMIHIHBIX TJIO0YT — KIETOYHBIX CTPYKTYp, B KOTOPBIX
aKKyMYJIUPYIOTCSl HEUTpaJIbHbIE JIMMUABI (TPHALMITINIEPOIIbI) (pUc. 15 a), KOTOpble He BBIABISIIUCH B

KJIETKaX MpHU ONTHUMAJIBHBIX YCIOBUAX KYJIbTUBUpOBaHUA (puc. 13 a).
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Puc. 15. M3meHeHus B cocTaBe KJICTOYHBIX BKJIOUcHHE MukpoBogopociu Chlorella vulgaris
nmpu mepexoje oT GochopHOTo ToJoAaHus K M3OBITKY Heopranmueckoro ¢ocdopa B cpene: (a,r) -
ronoaanue 1o dochopy (nens 0), (6,1) - sKcnoHeHIMaANBHAs (a3a pocTa mociie AobaBiaeHus docdopa
(menp 2), (B,e) - panHsas cranuoHapHas (asza mocne mob6asnenus (ochopa (mens 7). (a-B) I1OM-
M300pakKeHUs® KIETOK C BKIIOYeHHMSAMH. (r-¢) THUNMuYHBbIE OSHEProJAUCIIEPCHOHHBIE CIEKTPHI
®cooTBeTCTBYIOMIX BKIIOUEHHH (CTEKTpHI 1-3), IpeIoCcTaBIAIONINE KA4eCTBEHHYIO0 HH(POPMAIHIO 00
AJIEMEHTHOM COCTaBE aHAJIM3UPYEeMOTro TOUYEYHOro ydyacTka oOpasua (cMm. paszzaen 4.3.2). Toueunsie
obnactu azorcoaepxamux (crnektp 1) u dochopcoaepxkamux (CneKTpsl 2,3) BKIOUYEHUN, C KOTOPBIX
CHUMAJIU CHEeKTPHI 1-3, OTMEUEHBI CTPENOUKaMHU € COOTBETCTBYIOMIEH 1udpoit. Ha pucyHke npuBeneHsl
pesynbratel st mtamma IPPAS C-1, pesynbrater s mramma CCALA 256 Oblin aHAaIOTHYHBIMH.
[IOM-u300paxkeHusT ¥  CHEKTPbl TMPEACTABIEHbl [UIA  yJAbTPATOHKUX CPE30B  KIETOK, He
KOHTPACTUPOBAHHBIX ypaHWJIALETATOM W HUTpaTtoM cBUHIA (cM. puc. 11). ACB — a3orcoxaepikaiiee
BKItoyeHne, B — Bakyonb, K3 — kpaxmansHoe 3epHo, JII' — nunuanas rnobyna, [Ir —
wiactornodyna, ®CB — docdopconepxkaiiee BriIodeHue, Xi1 — Xjioporuact, S — sapo.
MacutaGusie otpesku: 0,5 MKkM

*>31eck (M manee B pe3ynbratax) npeactaBieHbl [I1D9M-n300pakeHus Cpe30oB KICTOK, THITHYHBIX YIS
aHAJIM3UPYEMOTO0 MUKPOOPTraHU3Ma B JaHHBIX YCIOBUSX KynbTuBHpoBaHus (N =30, cMm. pazaenst 4.3.1,
4.3.2), eciiv HE YKa3aHO UHOE.

® 3nech (1 majnee B pesynbraTtax) npeacrasieH DJ[PC-crexktp — TunuuHbid s naHHoro tumna (PoC-
win AC-) BKIIIOYEHHH. ITO 3HAYUT, YTO CIIEKTPHI OT OOJIBIIMHCTBA aHATM3UPYEMBIX BKIFOUEHHI 3TOTO
tuna (N = 40, cm. pazaen 4.3.2) mig uccreayeMoro odpasma OblIM aHATOTHYHBI MPEJICTABICHHOMY

TUITUYHOMY CIICKTPY B 4aCTU KaUCCTBCHHOI'O COCTaBa BBISABJIIACMBIX 3JICMCHTOB (CM. pasacit 432)
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Kpome Toro, B BaKyoJIsiX KJIETOK FOJIOHOH 110 pochopy KyAbTYpPbI BBIBISUINCE AC-BKITIOYESHUS
(puc. 15 ar), nmpu stom PoC-BriroueHHss He ObUTM OOHAPYXKEHBI HU B OJHOM H3 KIIETOYHBIX
KOMITapTMEHTOB. B sHeproaucnepcuoHHbix crnekrpax oT AC-BxitoueHuil (puc. 15 r) BbIABIAICS
uHTeHcuBHBIN MUK a3oTa (Kq = 0,39 k3B). AC-BKIIOYCHUS, JTOKAIN30BAHHBIC B BAKyOJISIX, 3aHUMAJIN

3HAYUTENIbHYIO UX YacTh U uMenu pazmepsl 0,1-2,5 MKM.

K sxcnonennnansHoil (haze pocra AC-BKIIIOUECHUS U3 KIETOK MCYe3aIl, BMECTO HUX B KJIETKaxX
dbopmupoBanucy @oC-BrimroueHus (puc. 15 6,11), KOTOpbIE TAKKE AETEKTUPOBAIMCH U B KJIETKAX PaHHEH
cranoHapHoi (a3l (puc. 15 B,e). ®oC-BKiIOUEHUS HA SKCIOHEHIIMAIBHONW U CTallMOHAapHOU (hazax
pocrta umenu pazmep 0,01-0,5 MKM 1 ObUIH JTOKATU30BaHbI MPEUMYIIIECTBEHHO B 1IUTO30.1€ (pHC. 15 B,€),
a TaKKe B BaKyOJISIX, XJIOPOTUIACTE | sIipe (KOTMIECTBEHHYIO OIICHKY COJIEPKAHUS BCEX TIEPEUNCICHHBIX

®oC-BKIIIOYEHHH CM. B pazzene 5.6).

ITocne BoccTanoBieHUsT GOchHOPHOTO MUTAHUS B IKCIIOHEHHUIIATBHOW (Daze pocTa B KIETKax
BbIABJISIJIINCH € AUHUYHBIC JIMIITUIHBIC FJ'IO6YJ'II)I, a TaKXe HJ'IaCTOFJ'IO6y.TIBI — JIMIIUIHBIC FHO6YJ'H)I,
JIOKaJTM30BaHHBIEC B XJoporacTtax (puc. 15 6). K cranmonapHoii paze pocra u3 KIETOK MCUE3AIA BCE

JTUTIAIHBIE TI00YyIbI (puc. 15 B).

C moMoupl0 aHajdu3a KIETOK MHUKPOBOJOPOCIECH C XapaKTEPHBIX CTAAUM pOCTa METOJ0M
cnekrpockonuu SIMP Ha pe3oHaHCHOU vactoTe saep u3oTona ¢Gocdopa-31 ObUIO TTOKA3aHO HATWYHE
mosindocdaToB B KJICTKaX Ha SKCIIOHEHIIMAIBHON U Ha paHHEeH cTaimoHapHoi (asax (puc. 16 a,0) u ux

OTCYTCTBHE B TOJIOJHBIX IO docdopy KieTkax (puc. 16 B).

B coBokynHocTH nannHbie aHanuThueckoil [IOM u cniektpockonuu SAMP no3BonisitoT caenarb
BBIBOJI O TOM, YTO HaOmogaembie Hamu PoC-BKIIIOUEHUS B KIIETKaX Ha SKCIIOHEHIIMAIbHOM U HA paHHE!

cTanoHapHo# ¢azax (puc. 15 6,B), BeposiTHEe BCero, npeAcTapisitoT coboit momdocdarsr [Siderius et

al., 1996].

Jlannbie SIMP crieKTpoCKOIIMM B OTHOIIEHUH BBIABIICHUS MOJU(ochaToB B KIETKAaX B HaIICH
paboTe SIBISIFOTCSI KAYECTBEHHBIMH, a HE KOJIMYECTBEHHBIMU: 1O MOTy4eHHbIM SIMP-criekTpam Henb3s
JIOCTOBEPHO CPaBHUTH KOJIMUYECTBEHHOE CojepkaHHe MoiudocdaTroB B KIETKaX B pa3HbIX oOpasnax
(HarmpuMep, B KJIETKaxX ¢ 3KCIOHEHLMaIbHOU (puc. 16 6) u co cranmoHapHO# ¢a3 pocra (puc. 16 a)).
D710 cBA3aHO ¢ TeM, 4yTo BenuuuHa SIMP-curnanma ot mommudocdaTHeIX BKIIOUEHHH B CHEKTpax He
SBJISIETCSI KOJIMYECTBEHHBIM IOKa3aTesneM OOIIero KoJmdecTBa nojaudochaToB B KIETKAX, MOCKOJIBKY
Ha JieTekTop noctynaer SIMP-curnan Toapko OT MOBEPXHOCTHOTO €J10s MoJM(pochaTHBIX BKIOUEHUH

[Solovchenko et al., 2019a].
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HaGmroaemble n3MEHEHHS B yIbTPACTPYKTYpE KJIETOK MPH rosofaHuu no ¢ocdopy U mocie
BOCCTaHOBIIEHHS ()Oc(HOPHOTO MUTAHUS B OTHOLICHUH (HOPMUPOBAHUS M TIOCIIETYIOIIETO PACX0A0BAHUS
JIUIHTHBIX TII00YI COTJIACYIOTCS ¢ U3BECTHBIMU U3MEHEHUSMU B COJICPKAHNUN TPHALMIITIIUIEPOJIOB MIPU
rOJIOJaHUU MUKPOBOAOPOCIEH 1o Gochopy Win a30Ty U MpU JATbHEHIIIEM BOCCTAHOBICHUH THTAHHS
[Vitova et al., 2015]. Cuuraercs, uro npu aepunute pochopa WK a30Ta KICTKHA HATIPABIISIOT HA CHHTE3
JIUTHTHBIX TI00YI H30BITOYHO (PUKCHUPOBAHHBIN MTPH OTOCUHTE3E YTIIEPO1, KOTOPHI U3-3a HEAOCTATKA
dochopa wim azora KIETKM HE MOTYT HANpaBUTh HA CHHTE3 JPYIHX KIETOYHBIX CTPYKTYD.

[Mpeamonaraercs, 9TO ATOT MPOIECC CHIKACT PUCK (POTOOKUCIUTEIBHOTO MOBPEKACHHS KiIeToK [Vitova

et al., 2015].

HeopraHu4ecKui nonudocgaTsl
docar /
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Puc. 16 SIMP-cnektpsl Ha sipax docdopa-31 ot kiaerok mukposogopociau Chlorella vulgaris
npu nepexoae oT GocPopHOro rojogaHusi K M30BITKY HeopraHuueckoro docdopa B cpene: (a) —
KJIETKM C paHHEH cranpoHapHOW ¢a3bl mocie mobaBiaeHus Qocdopa (aeHp 7), (6) — KICTKH C
AKCMOHEHIMANBLHOU (a3bl pocta nocie nodasnenus docdopa (aeus 2), (B) — ronoansie mo dpochopy
kiaetkun (menb  0). IlpuBenennsie SIMP-cnekTpel TOATBEPKIAIOT HAJIMYME B  KIETKax C
HKCTMIOHEHIMAJIBHON U ¢ paHHeH cTanmoHapHO (a3 Hammuue noaudocdaTos (a,0) U UX OTCYTCTBUE B
rojoAHbIX mo Qocdopy kierkax (B). CHeKTpsl NpeAcTaBIEHbl I OAHOM M3 JBYX aHAIM3MPYEMBIX
OMOJIOTHYECKUX MOBTOpPHOCTEW »dKkcrepumeHta (N = 2). CoekTpbl i BTOPOil OHOJIOTHYECKON
MOBTOPHOCTH OBLIM aHajorMuHbIMU. Ha pucyHke mpuBeaeHsl pe3yibrarsl ais mramma IPPAS C-1,
pe3ynbratel i mramma CCALA 256 O6bu aHaTOTHYHBIMU.

B oTHOmIEHNHU pacxoaOoBaHUA KIICTKAaMH ®oC-BKIIOUCHUN IMOJIYYCHHBIC JId T'OJIOAHBIX II0

(pOC(bOpy kietok C. VUlgariS PE3YIbTATHI COTJIACYIOTCA C JaHHBIMUA IS APYTr'Ooro mrTaMMa 3TOTO K€ BU1a
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[Aitchison, Butt, 1973], ans koToporo ObUIO MOKa3aHO, YTO MPH KyJIbTUBUPOBaHHH B OechochopHOit

cpene coaeprxkanue noaudocaroB CHUKACTCS.

Jns kpacHo# oxHoKieTouHOM Bomopocau Cyanidioschyzon merolae [Yagisawa et al., 2016],
oxpodutoBoii MukKpoBogopociau Heterosigma akashiwo [Watanabe et al., 1989] u 3enensix
mukposogopocieii Chlamydomonas acidophila KT-1 u Ch. reinhardtii C-9 [Nishikawa et al., 2006]
ObLT0 MOKa3aHo oTcyTcTBHE NoH(ocaTHbix PoC-BKITIOUEHHIA B TOJIOTHBIX TIO pochopy KIeTKax U UX
aKTHBHOE 00pazoBaHue Nocie A06aBneHus ¢ocdopa, 4To coriacyercs ¢ pe3ylbTaTaMu, HOTydeHHBIMU

B 910ii padote s C. vulgaris IPPAS C-1.

Takum 00pa3om, Ha ocHOBaHMH aHanu3a kiaetok C.vulgaris ¢ xapakTepHbIX CTajuii pocra
Metogamu cnekrpockonuu SIMP u 3/IPC MoxHO 3aKITtOUNTh, YTO B TOJOAHBIX MO (ochopy KIeTKax
otcyrcTBytoT ®DoC-BkitoueHusi, B ToM uucie noymdocdarsr, a mpu mepexonae ot ¢ochopHOro
TOJIOJIAaHUST K M30BITKY HeopraHmdeckoro Qocdopa B cpefe B KIIETKaX HAa HKCIMOHCHIIMAIBLHOW W HA
paHHel crtanMoHapHOU (azax pocra mocie nobasnenus docdopa mpoucxoaut dhopmupoBanue DoC-
BKIIIOUeHUH B Buje nonudocdatos. [Ipu 3ToM B Bakyossix KIETOK roioJHON Mo (Gocopy KyIbTypbl
MetoaoM DJIPC BeisiBisAOTCS AC-BKIIOYEHHS, KOTOPbIE MCUE3AIOT U3 KIETOK K 3KCIOHEHIMATbHOU
(aze pocta. Kpome Toro, ¢ momotipio TpaguiinoHHo [19M Mbl mokaszaiiu, 4To B TOJI0IHBIX 10 hochopy
KJIETKax HCCIeIyeMOl MHKPOBOJOPOCIH MPOUCXOAUT (OPMHUPOBAHHME  YIIIEPO]I-3aMacaroInX
KOMIAapTMEHTOB — JUMUAHBIX 7100y, [IpuMenenne merona anamutudeckoi [1OM, B cBoro ouepenp,
MO3BOJIMJIO TIOJIYYUTh Ba)KHYI0 MH(OPMALMIO O MPEACTAaBICHHOCTU BKIIOYEHHM azoTa U ¢ocdopa y
MUKPOBOJIOPOCIIEH, JOMOJHSIONIYIO O0IIYI0 KapTUHY YAbTPACTPYKTYPHON peopraHu3aluy KIETKU Ipu

aKKJIMMaIy K 1euuuTy u u30bITKy Gocdopa B cpee.

5.2.2. ®opmupoBanue ¢ochopcoaep:kammx BKJIWYEHUI#T B MHKPOBOAOPOCIAX IOC]TIe
B0300HOBJIeHUS (pocopHOro nuTaHUsA

[Ipu pabGote Hax JaHHBIM pa3leNOM TUCCEPTAIMM UCIOJIb30BAHBI CIEAYIOIIME MyOIUKALUU
aBTOpa, B KOTOPBIX, coriacHO [lomoxeHuto o MmpucCyXIeHUU ydeHbIX creneHeil B MI'Y, oTpaxeHbl
OCHOBHBI€ PE3YNbTAThl, TOJOXKEHUS U BBIBOJbI UCCIIET0BAHUS:

(1) Solovchenko, A. Phosphorus starvation and luxury uptake in green microalgae revisited / A.
Solovchenko, I. Khozin-Goldberg, I. Selyakh, L. Semenova, T. Ismagulova, A. Lukyanov, I. Mamedov,
E. Vinogradova, O. Karpova, 1. Konyukhov, S. Vasilieva, P. Mojzes, C. Dijkema, M. Vecherskaya, 1.
Zvyagin, L. Nedbal, 0. Gorelova /l Algal Research. — 2019a. —
https://doi.org/10.1016/j.algal.2019.101651;

(2) Solovchenko, A. Luxury phosphorus uptake in microalgae / A. Solovchenko, T. Ismagulova,
A. Lukyanov, S. Vasilieva, I. Konyukhov, S. Pogosyan, E. Lobakova, O. Gorelova // Journal of Applied

Phycology. — 2019b. — https://doi.org/10.1007/s10811-019-01831-8.
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Jlns aHanu3a W3MEHEHHMH B COCTaBe BKJIFOUCHHMH MHKPOBOJOPOCIECH IpH Mepexoje OT
dhocdopHOro roN0aaHus K M30BITKY HeopraHu4eckoro gochopa B cpeie uccie0Baiu KISTKH B IEPBHIS

4 gaca nocie nob6asnenus dpocdopa B cpemy.

HccnenoBanue merogoM aHaimtudeckoir [19M mokasano, uto mipu nepexojne ot (ochopHoro
roJioJlaHusl K H30BITKY Heopranmdeckoro ¢ocdopa B cpene mpoucxoaut dopmupoBanne DoC-
BKJIIOYCHUH B BaKyoJIsIX B MEpBbIe 4 yaca mocie nobasieHus Gocopa B KIETKaX MHUKPOBOJOPOCIEH
(puc. 17): ®oC-BriIr0UeHuUs IETCKTUPOBATUCH yKe uepe3 30 MuH nociie pobdasienus dpocdopa (puc. 17

a,B).

B xierkax udepe3 30 MuUH Ha cpe3aX MHOTHUX BaKyoJIed BBISBISUIMCH CKBO3HBIE OTBEPCTHS C
HU3KOM AJIEKTPOHHOM IJIOTHOCTBIO, IO BHYTPEHHUM KpasiM KOTOPBIX JIeTEKTUpoBaiu Hebobne PoC-
BkiroueHus (0,05-0,2 mxm) (puc. 17 a). BepositHee Bcero, 3TW CKBO3HBIE OTBEPCTHS B Cpe3ax
c(OpMHUPOBATUCH BO BPEMS IPUTOTOBIIEHUS (PE3KH) CPE30B U YacCTh BKIIFOUEHHUI MOTJIa BBIKPOIIUTHCS
13 BaKyOJIEN U3 Cpe3a, OCTABUB M0 KpassMm oTBepcTHid octatku PoC-BritoueHui. B kireTkax uepes 4 yaca
BBISIBJISUTUCH JIMIIb €IMHUYHBIE CKBO3HBIE OTBEPCTHUS B BakyoJsiX, a DoC-Bkitouenus ¢ pazmepamu 0,04-
0,8 MKM 3aHMManM OOJBIIYIO TUIONMIANb Bakyosie. B mpeacraBieHHOW paboTe HE MPOBOIUIIH
KOJIMYECTBEHHOE CPABHEHUE COJEP)KAHUSA U pa3MepoB (craTucTUdecku 3HaunMmoe) DoC-BKIIIOUSHUH,
dbopmupyromuxcss uyepe3 30 mMuH u uepe3 4 wyaca mocne goOaBineHus Qocdopa wu3-3a
BBIKPALIMBAIOILIErOCs. COAECP)KMMOro BakyoJiel. Takum o0pa3oMm, NpHUBEICHHBIC JaHHBIC SBISIOTCA
KayeCTBEHHBIMU (HE KOJMYECTBEHHBIMHU): OHM HOATBEpkJAatT, 4yTo DoC-BKIIOUEHHUS HAUYMHAIOT
¢dopmupoBatbcs yxke yepe3 30 MuH nociie gooasienust pochopa, ¥ IpoI0JKAIOT BISBIATHCS B KIETKAX

yepes 4 yaca.

B cBs3U ¢ BBIICH3IIOKEHHBIM, MOKHO CJIENIaTh BBIBOJI, YTO B MCCIEAYEMON MHKPOBOJIOPOCIH
MPOKCXOAUT M30BITOYHOE 00pasoBanue mosmdocdaraeix PoC-sriarouenuii [Dyhrman, 2016, P. 158]

MIPH BOCCTAHOBIIEHUU (POCHOPHOTrO MUTAHHUS.

Kpome dopmupoBanus PoC-BKIOYEHHUH, YIBTPACTPYKTYpHBIE OCOOCHHOCTH KIJIETOK He
M3MEHHIIUCH TI0 CPAaBHEHHIO C TOJIOAHBIMU 10 docdopy KIeTKaMu: B KiIeTkax U yepe3 30 MuH, U depe3
4 yaca TakXe BBIABIISUINCH JUMUIHBIE TI00Ymbl (puc. 17 a,0). Takum o6pa3om, B TIEpBHIE Yachl MOCIE
BOCCTaHOBINIEHUST (POCHOPHOTO MUTAHMS €Ile HE MPOUCXOIAT PE3KHe HU3MEHEHUS YIbTPacCTPYKTYpPbI

KJIETOK (3a HckitoueHueM gpopmupoBanus ©oC-BriaroueHuil).
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Puc. 17 ®opmuposanue pochopcoaepxkamux Braodenuii B kinerkax Chlorella vulgaris npu
nepexoae oT GpochopHOro ronogaHus K u30bITKY HeopraHudeckoro ¢ochopa B cpere B nepsbie 4 4
nocye obasnenus gpocdopa B cpeay: (a,B) — 30 muH nocne nodasnenus pocdopa, (6,r) — 4 4 nocie
nobasnenus Qocopa. (a,60) I[IOM-uzobpaxeHuss KIETOK C BKIIOYEHUSMU. (B,r) TunudHbie
SHEProAMCIIEPCUOHHBIE CHEKTPhl (CEeKTphl 1,2) COOTBETCTBYIOIIMX BKIIIOUEHHMH, MPEAOCTABIISAIOLINE
Ka4eCTBEHHYIO MHPOpMaLHI0 00 3J€MEHTHOM COCTaBe aHAIM3MPYEMOI0 TOYEUHOI'0 ydacTka oOpasla
(cMm. pa3zaen 4.3.2). Toueunsle 061acTu hochopcoaepKalnux BKIFOUEHHH, ¢ KOTOPBIX CHUMAJIH CTIEKTPbI
1-2, oTMeueHsl cTpeIoYKaMH ¢ COOTBETCTBYIoLIEeH 1udpoil. Ha pucyHke npuBeaeHbl pe3ylibTaThl JUIs
mramMmma CCALA 256, pesynbrats! 1uid mtamma |PPAS C-1 Obimn ananornyasiMu. [I9M-u3o0paxkenus
U CIIEKTPbI IPECTaBICHbI A YATPATOHKUX CPE30B KIIETOK, HE KOHTPACTUPOBAHHBIX YPAHUIALETATOM
u uutparoM cBuHIA (cM. puc. 11). B — Bakyonms, JII' — nunmanas rinodyma, ®CB —
docdopconepxkaiiee BiroueHue, I — sapo. Macimtabusie otpesku: 0,5 MKM
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[To manapM anammza mMetogoM WCII-MC dopmupoBanne ®@oC-BKIOUEHHH B MEpBBIC Yachl
nociie nobdasneHus Gochopa cONPOBOKIATOCH YBEIMUESHUEM MaccoBO oy Gochopa B KieTkax (Imo
CPaBHEHHUIO C TOJIOJHBIMH KJIeTKamMu) 10 6% ot cyxoro Beca (puc. 18). [Ipu 3ToM He ObLTH BBISBICHBI
CTaTUCTHUYECKH 3HAYMMBIEC PA3INYHsI MEXy 3HAUSHUSIMH MacCOBOM 10yH Gochopa I KIETOK pa3HBIX
cTaauii pocra nocie aodasieHuss Gocdopa, 01HAKO, BCE OHU JIOCTOBEPHO OTIMYAIUCH OT TOJIOJIHBIX
KieTok (puc. 18, mpunoxenue 9). 310 MoxHO 00bsicHUTH TeM, uTo B MCII-MC ananuze onieHuBaeTcs
OTHOCHUTEJIbHOE KOJIMYECTBO (ocdopa — ero maccopasi A0Jsl OT CyXOoro Beca kierok. [loOGaBienue
dbochopa K roJIOAHBIM KJIETKAM HHAYIUPYET BO300HOBJICHHE KJIETOUYHBIX nejeHui (puc. 14), uto
MIPUBOAMT K POCTY KOJIMUYECTBA KJIETOK M K YBEIIMUCHUIO UX CYXOHW MacChl, M3-3a YeTo JanbHei1Iee (Ha
cragusix mocne 30 MuHYT TIocie goOaBieHus (ocdopa) CTATUCTHUECKH 3HAYMMOE YBEIMYEHUE

MaccoBoi nonu hocdopa He mpoucxoauT (puc. 18, mpunoxxenue 9).

Nob6aBneHwne
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Puc. 18 YBenuuenue maccoBoit gosm pocdopa B kirerkax Chlorella vulgaris mocie nepexoaa ot
tbocdopHoro rononanus K U30BITKY Heopranuueckoro ¢ocdopa B cpene. Ha rucrorpamme 1ist Kaskaoi
¢da3pl pocta KyIbTyphl MOKa3aHbl CpelHEe 3HAueHHe A ABYX OHUOJOTHYEeCKHX MOBTOPHOCTEH U
COOTBETCTBYIOIIAsl CTaHaapTHas ombka cpeanero (N = 2) (cMm. npuiokenue 9). 3HaueHHe MacCOBOM
nonu ¢docdopa A7 TOJOAHBIX KIETOK (OTMEUYEHO OJHOM 3BE3J0YKOM (*)) CTAaTHCTUYECKH 3HAYMMO
OTIMYAJIOCh OT 3HaYeHH MaccoBoi monu docdopa 1 KIEToK mocne nodasnenus Gocdopa Ha Bcex
CTaausx pocta (0OTMedeHbl IByMs 3Be3noukami (**), p<0,05, t-kpurepuii CTbI0IeHTa, CM. IPUIIOKEHUE
8). Mexy coboil 3HaueHus1 MaccoBoi oM pocdopa Ui KIETOK Ha CTaAUAX PocTa nocie J00aBIeHus
dochopa (oTMeueHbI IByMs 3Be310UKaMH (**)) HE UMENM CTaTUCTUYECKU 3HAYMMBbIX pasunuwnii (p>0,05,
t-kputepuii CThrofieHTa, cM. puioxkenne 9). Ha pucynke npuBeneHsl pe3ynbTaThl Ais mramMma |IPPAS
C-1, pesynbrats! st mmramma CCALA 256 Oblimn aHaTOTMYHBIMU
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OOBIYHO Y MHKPOBOJOPOCIHEH, KYJIbTUBHPYEMBIX B YCIOBHSIX OTPAHHYEHHOU IOCTYITHOCTH
dochopa, maccoBas nois pocdopa B KiIeTkax cocrapisier okojio 1% [Grobbelaar, 2004; 2013]. Tlpu
n30bITOUHOM noroniennu ochopa mukposogopocisimu [Powell et al., 2008; 2009; Dyhrman, 2016,
P. 158] maccoBas noms ochopa B HUX MOKET 3HAYUTEIHHO YBEIMUYUTHCS, BILIOTH 110 4—6% OT cyxoro
Beca [Powell et al., 2011]. Takum oOpa3omM, pe3koe yBelHueHHE MaccoBoii joiu (ochopa B KiIeTKax
nociie nobaBieHuMs Qocdopa K TOIOTHBIM KIETKAM MOKHO OOBSCHUTH aKTHBALMEH IPOIECCOB
u3beITouHoro mnornomienus docdopa [Powell et al., 2008; 2009; Dyhrman, 2016, P. 158], to ectb
MPOIIECCOB WHTEHCHBHOTO TpaHCIOpTa HeopraHudeckoro ¢ocdara w3 cpensl BHYTPh KIETOK.
[Tonyuennsie merogoM ananutuyeckoit IIOM pesynbratel (puc. 17) Taxke Mo3BOJISIOT CEIaTh BBIBOJ
0 TOM, 4TO HEOpraHHYecKuil hocdar, TPaHCIOPTUPYEMBIH B TOJIOHBIC KIIETKU U3 CPEIbl, HAPABIISIETCS
Ha cuHTe3 PoC-Brimoyenuii (monmudocdaror) yxxe depes 30 mun mocie godasienus dpocdopa B cpemy

K T'OJIOJAFOIIMM KJICTKaM.

[MonyueHHbIE pe3yNbTaThl COTIACYIOTCS ¢ JaHHBbIMU Juis apyroro mramma Chlorella vulgaris
[Aitchison, Butt, 1973], mis mukpoBomopocieii Cyanidioschyzon merolae [Yagisawa et al., 2016] u
Heterosigma akashiwo [Watanabe et al., 1989], mis KOTOphIX TaKKe MOKa3aHO (OPMUPOBAHHUE
noyudochatabix PoC-BKIIOYECHUH TTPU BOCCTAHOBIICHUH (POCPOPHOTO MUTAHUS B TIEPBBIC YACHI ITOCIIE
no6asiennst docdopa (cM. Tabdn. 1). B ykazanubeix paborax mnosmdocharasie DoC-BKIIOUEHUS
BBISIBJBUIUCH C TOMOIIBI0O METOMoB [IOM m  (QuryopeclieHTHOM MHKPOCKOTIHH, COMPSDKEHHON C
okparuBanueM 4',6-muamuanHo-2-beruauagoiom (DAPI) [Yagisawa et al., 2016], 6uoxuMuyeckux
MeToJI0B ompenenenus noaudocdaros [Aitchison, Butt, 1973; Watanabe et al., 1989] u SIMP

cnekrpockonuu [Watanabe et al., 1989].

B mexoropsix paborax [Aitchison, Butt, 1973; Nishikawa et al., 2006] 6b110 MOKa3aHO, YTO
JUTUTEIbHOCTD MEPHOa KYJIbTHBHUPOBAHHS KJIETOK B OecocdopHOii cpeie BIUSET HA HHTEHCHBHOCTD
obpazoBanus moaudocdaroB mpud BoccTaHOBICHUH (ochopHOro mutanus. B cBs3u ¢ 3tum, mpH
CPaBHEHHH DPE3yJbTATOB Pa3HBIX 3KCIIEPUMEHTOB HEOOXOJUMO YUYHMTBHIBATH UIMTEIBHOCTH MEPUO/IA
KyJbTUBUPOBAHUsS KIETOK B OechochopHO# cpesie U COCTOSHUE KYIbTyphl HAa MOMEHT JI00aBIICHHUS
docdopa. B pabote [Aitchison, Butt, 1973] knetku Chlorella vulgaris nepen no6asnenuem docdopa
KyJIbTHBHpOBaIH B OechochopHOi cpeae Bcero B TeueHne 34 4. ABTOPBI MOKA3alu, 4TO 32 3TO BpeMs
KJIETKH YCIIENU HM3pacxo/0BaTh Bce 3amackl nonudocdaro. Ho, ckopee Bcero, 3a CTONb KOPOTKHIA
HEepHO/I KJICTKU eIe HE YCIEIH IMOJHOCTHIO H3PACcXOJ0BATh BCE NOCTYITHBIC PE3CpPBBI, MOCKOIBKY
KITF0YEBOH cUMIITOM (GOCHOPHOTO roogaHus — OCTAHOBKA JICNICHUS KIETOK — He HaOmonpaincs. B
Hale sxe padote JUIsl moJTy4eHust rostoaHou mo ¢ocdopy kynsTyphl C. vulgaris IPPAS C-1, y koTtopoii
NPEKPATUITUCH JICNICHNUS KJIETOK, KIIETKU Ky/IbTHBUPOBan B 6ecdocdopHoii cpere, B cpeanem, 11 nHeid,

T. €. JI0 UCTOIIECHUS KIETOYHOM KBOTHI (pocopa U OCTAHOBKU JIeNIEHUS KJIETOK (cM. paszzen 4.1.4). Dtot
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METOJUYECKUH ITOXO0 UMEET BAXKHOE 3HAUCHUE IS CTAHIAPTU3ALMY IKCIIEPUMEHTAIBHOTO IIPOTOKOJIA
Y TIOJYYEHHUsS] KOPPEKTHBIX PE3yIbTaTOB MPHU MCCIECAOBAHUU (OCHOPHOTO TOJNOJAHHUS U U3OBITOYHOTO

IIOIIOIICHUSA 5TOT'O 3JICMCHTA.

[Tpu [IDM-ananu3ze kietok mukpoBogopociu Cyanidioschyzon merolae [Yagisawa et al., 2016]
AJIEMEHTHBIM COCTaB BBISBISIEMBIX BKJIIOUEHUN HENOCPEICTBEHHO Ha KIETOYHBIX Cpe3ax He
noarsepxkaanu. I[lpu  3tom  wucxons w3 noiydeHHbIX [IOM-uzo0paxeHuil  KJIETOK C
AJIEKTPOHHOIJIOTHBIMU ~ BKJIFOUEHUSIMH, aBTOPbI MPEUIOKWIM CXEeMy CHHTe3a MoiaudochaTHbix
BkiaroueHnid B C. merolae mpu BoccranoBieHnu ¢GochopHoro nutanus. [lepBblid dTam cuHTE3a B
MPEIOKEHHON CXeMe BKJIH0YaJl CUMHTE3 MENKHX Moau(ochaTHRIX TpaHyld B IUTO30JI€ WM B MEIKUX
BE3UKYJIaX, BTOPOW 3Tal — TPAHCIIOPT CUHTE3UPOBAHHBIX IPAHyJ K KPYIHBIM BaKyoJsiM, TPETUH dTarl
— BHEJIpEHHE I'paHyJl B BaKyoJId, 1, HAKOHEIl, YeTBEPThIN ATall — aKKyMyJIHpoBaHHe 1noaudochaTos B
BaKyoOJIsIX ¢ 00pa3oBaHUeM KPYIMHBIX moiudochaTHbIX BKIIOYeHUH. B Hamreit pabote ®oC-BKriItoueHUs
B TIE€pPBBbIE Yachl IOCJE€ BOCCTAHOBJIECHHS (POCHOPHOTrO MHUTAHUS BBHISBISIUCH MPEUMYIIIECTBEHHO B
KPYIHBIX BakyoJisix (puc. 17), a He B Be3UKy/ax WK 1UTO30j€e. TakuMm oOpa3om, Cyas MO XapakTepy
obpaszoBanus PoC-prmoyennii y C. vulgaris B nameii padoTe, MOKEM CHEIaTh BBIBOJ, YTO CHHTE3
yKa3aHHBIX BKIoueHui y C. vulgaris mpoucxoqur He 1Mo cxeMme, MpeIoKeH o B padoTe [Yagisawa et
al., 2016]. Ckopee Bcero, cunre3 ®oC-skaouenuii y C. vulgaris B iepBbie 4achl OCI¢ BOCCTAHOBJICHHUS

(dbocdopHOro MUTAHUS TPOUCXOIUT HEMOCPEACTBEHHO B BAKyOJISIX.

Takum 00pa3zom, B Hamrel paboTe MeTo oM aHanuTHdeckoit [I9M moka3aHo, 4TO B MEpBHIC Yachl
HHKYOAIMK UCCIIEIyEMBIX IITaMMOB 3esieHoi mukpoBogopociau Chlorella vulgaris, akkinmMupoBaHHBIX
K nedunuty pocdopa, B cpene ¢ 3aBeAOMbIM H30BITKOM (hochopa B KIETKaX B Pe3yIbTaTe H30BITOUHOTO
noriomeHust ochopa mpoucxoaut dopmupoBaHue pe3epBoB dochopa — mommudocdaTHeix DoC-
BiimoueHuit. Merogom UCII-MC noarBepxaeHO yBeTU4YeHHE MaccoBO fomu docdopa B KieTkax (1o
CPaBHEHHIO C TOJOJHBIMU KJIETKaMH) mociie no6aBneHus B cpeay gocdopa (10 6% ot cyxoro Beca B
MepBbIe /IBa Yaca). BBUly npeAcTaBIeHHBIX PE3yIbTAaTOB roJioiHbIe 0 Gochopy KyIbTYphl IITAMMOB
3enenbix mukposogopocieii Chlorella vulgaris IPPAS C-1 u Chlorella vulgaris CCALA 256 sBusiroTcs
MEePCTIIEKTUBHBIMU JUTsl pa3paboTaku CUCTEM OBICTPOTO (B TE€YCHHE HECKOJIBKUX YaCOB) U3bITHS H30BITKA

¢docdopa 13 CTOYHBIX BOJI.
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5.2.3. YabTpacTpyKTypHasi OpraHHM3alusi BaKyoJIsipHbIX (pocdopcoaepxkammx BKIOYCHU T

ITpu paboTe Hax JaHHBIM pPa3eOM AUCCEPTALMM HCIOJIB30BAHBI CIEAYIOLINE MyOIUKaluu
aBTOpa, B KOTOPBIX, coriacHo [IoJoKeHHIO O NMpUCYKICHUM ydeHBIX creneHed B MI'Y, oTpaxeHsl
OCHOBHBIE PE3YJIbTATHI, IIOJIOKEHUS U BBIBOBI UCCIIETOBAHUS:

(1) Shebanova, A. Versatility of the green microalga cell vacuole function as revealed by
analytical transmission electron microscopy / A. Shebanova, T. Ismagulova, A. Solovchenko, O.
Baulina, E. Lobakova, A. Ivanova, A. Moiseenko, K. Shaitan, V. Polshakov, L. Nedbal, O. Gorelova //
Protoplasma. — 2017. — V. 254. — P. 1323-1340;

(2) Solovchenko, A. Luxury phosphorus uptake in microalgae / A. Solovchenko, T. Ismagulova,
A. Lukyanov, S. Vasilieva, I. Konyukhov, S. Pogosyan, E. Lobakova, O. Gorelova // Journal of Applied
Phycology. — 2019b. — https://doi.org/10.1007/s10811-019-01831-8;

(3) Kokabi, K. Metabolomic foundation for differential responses of lipid metabolism to nitrogen
and phosphorus deprivation in an arachidonic acid-producing green microalga / K. Kokabi, O. Gorelova,
T. Ismagulova, M. Itkin, S. Malitsky, S. Boussiba, A. Solovchenko, I. Khozin-Goldberg // Plant Science.
—2019. - V. 283. - P. 95-115.

IMpu wuccnenoBannn PoC-prmoucHuit  MukpoBojgopocieit  C. vulgaris IPPAS C-1 wu
C. vulgaris 256 meTogamMu TpagUIHOHHON M aHATUTHYECKOH [IDM MBI 0OHAPYKUJIH, YTO BaKyOJISIPHBIC
@®oC-BKITIOYCHHUST UMENH OOJIBIIAE CTPYKTYPHO YIOPSIOYCHHBIE 00JIACTH, KOTOPbIE Hauboiee 4eTKO
obutn Beipakenbl y @oC-sxiarouenuit kietok C. vulgaris 256 ma crammonaproii (ase pocra mocie
BoccranoBieHust Gochoproro muranus (puc. 19 a,0). CrpykrypHO ymopsaoucHHbie obmacta PoC-

BKJIFOUCHHH YacTo MPUJIEraik K BHYTPEHHEH CTOpOHE TOHOIIacTa (MeMOpaHbl BaKyoJIn).

Ha 6onbInx yBeIMYCHUSX B ONIpeIeieHHBIX ydacTkax @oC-BKIIIOUCHHI Ha Cpe3aX BBISBISUINCH
B3aMMHO TapaUIeIbHbIE CTPYKTYPhl HU3KOW M BBICOKOW AJIEKTPOHHOW IJIOTHOCTH, YEPEAYIOIIHUECs C
nepuosoM 4,90 + 0,12 uM (yKa3aHO cpelHee 3HaYeHUE W cTaHmapTHas ommbOka, N = 30) (puc. 19 B).
BbIsBIIGHHBIC 3JICKTPOHHOIUIOTHBIC CTPYKTYPHI MPEICTABISUIM COOOW TSKH 3JICKTPOHHOIUIOTHBIX
TpaHyi, PAacloJOXKEHHBIX JHHEHHO wiu 3ursaroodpasno. Ha IIOM-n3o0pakeHUsIX BBISIBICHHBIC
AJIEKTPOHHOILJIOTHBIE TSDKH BBITIISICIH KaK OT/ACIbHBIC MPOBOJIAa B MHOTOXKWILHOM Kabene (puc. 19 B,
OTMEUEHBI yKa3zaTelieM). YKa3aHHbIC TSDKH TPaHyl, COOpaHHbIC B TPYIIBl M YEPEAYIOUIHECH CO
CTPYKTypaMu HM3KOH AIIEKTPOHHON MIOTHOCTH, OBLTH COEAMHEHBI MOCTOOOPAa3HBIMH CTPYKTYpamu

CpenHel MEeKTPOHHOU TIOTHOCTH TommuHou 1,64 £ 0,07 am (n = 30).
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Puc. 19 (Ha mnpenpinymeil crpaHule) YJIbTpacTPYKTypHas OpraHU3alus BaKyOJSIPHBIX
dochopconepxkamux BraroueHuit Chlorella vulgaris CCALA 256: (a) - [IDM-u3o0pakeHue KISTKU C
BakyoJsipHbIMU ocdopcoaepkammmu BrodeHusmu (PCB), (0) - [IDM-u300pakeHne BakyoJIipHOTO
®CB, (B) - yBenuueHHBIH (parMeHT u3oopaxenus (0), oTMeueHHbIH B (0) Oenoit pamkoii. Pe3yabTarhl
MPEJCTaBICHBI I KOHTPACTHPOBAHHBIX ITUTPATOM CBHUHIIA 0€3 HCIOJIb30BAaHMS YpaHWIAETaTa
VIIBTPATOHKHX CPE30B KJICTOK Ha CTAIllMOHApHOW (ase pocra mocie BoccTaHOBiICHUS (ochopHOTro
nmutanus (9 mHEl mocie poGaBienus (ocdopa kK rojgoaHbM Mo (ochopy kieTkam). YkazaTelem
orMmeueHa oOnacte PCB, 3amonHeHHas Ts)KaMU 3JIEKTPOHHOIUIOTHBIX TpaHyi, (OPMHUPYIOLIUMU
VIBTPACTPYKTYPHYIO OpraHH3alHio, O0003HAYEHHYI0O B TEKCT€ KaK «MHOTOXXWIJIBHBIA KaOemby»
(mpoonsHOE ceueHue). Pemrerkoit (#) orMedeHa 001acTh, B KOTOPO# 3JCKTPOHHOIUIOTHBIE PAaHYITbI
00pa3yloT COTOOOpa3HYI CTPYKTYpPY, HPEICTABISIONIYI0 COOOM TMONEPEeYHOe CEUEHUE TSKEH
AIIEKTPOHHO-TUIOTHBIX TPaHyJ, T.H. TIONEPEYHOE CEYeHHE «MHOTOXKMIIBHOTO Kabeins». CTpenodykamu
MOKa3aHbl MOCTOOOpPAa3HbIE CTPYKTYpPHI CpPEIHEW OSJIEKTPOHHOH IUIOTHOCTH, COEAWHSIONINE TSKH
ANEKTPOHHO-TUIOTHBIX TpaHyi. KopoTkue Oenbie 0Tpe3ku B (B) PAIOM C yKa3zaTeJeM U pemieTkoi (#)
uMeroT JUMHY 5 HM. [IOM-uzoOpaxkeHuss nomyueHsl Ha Mukpockorne JEM-1011 coBmecTHO ¢
COTPYIHHUKOM Kadeapsl OnonHkenepun ouosornyeckoro dakynsrera MI'Y 1.6.1. I'openosoit O.A. B
— Bakyoub, K3 — kpaxmanbsHoe 3epHo, [1 — nupenoun, 1l — uurozons, X — xnopomnact. MacitabHbie
orpe3ku: a — 1 mxm; 6 — 100 aHM; B — 50 HM

B omnpepenennpix  ydyactkax ~ @oC-BKIIOYEHHMI HAa  cpe3axX TakXke  BBIABISUIMCH
AIIEKTPOHHOIJIOTHBIE TPAaHYJbl, OKPYXEHHbIE MATPUKCOM C HHU3KOH AIIEKTPOHHOW IJIOTHOCTHIO,
KOTOPBIE B COBOKYITHOCTH 00pa30BBIBATIM COTOOOpa3HbIe CTPYKTYpHI (puc. 19 6, oTMeUYeHBI penieTKon
(#)). I'panyiel B coTo00pa3HbIX cTpyKTypax umenu gaamerp 5,07 = 0,31 am (N = 30) u ObLIn COeUHEHBI
HECKOJIbLKUMH MOCTOOOpPa3HBIMH CTPYKTYpaMU CPEIHEH SJICKTPOHHOM IUIOTHOCTH TosmuHou 1,31 +
0,07 am (n = 30). C TOYKH 3pEHHS MOJEIH «MHOTOKUIBHOTO Kabels», COTOOOpa3Hble CTPYKTYPHI
MIPEJICTaBIISIOT COO0M MONEpeyHOe CeUeHUE «MHOTOKUIBHOTO Kabems», ChOPMUPOBAHHOE CEUCHUAMU

OTACIIbHBIX IIPOBOAOB Kabes.

BepOHTHee BCCTO, HA INOJTYYCHHBIX BBIIIC I/I306pa)KeHI/IHX MbI BUAUM IIPOAOJIbHBIC, ITIOIICPCUHBIC
U TaHTICHUIUAJBHBIC CPE3bl MAPAJUICIBbHBIX CTPYKTYP, MNPCACTABIAIOIIUX TAKU SJICKTPOHHOIIJIOTHBIX

I'panyll, KOTOPBIC OKPYKCHBI 3JICKTPOHHOIIPO3PAYHBIM MATPUKCOM U CKPYUYCHBI BHYTPU BAKYOJIH.

WHTepecHo, 4TO YNbTPACTPYKTypHas OpraHM3allisl THUMA «MHOTOXXWMIIBHBIM KaOesb» Takke
OTYETIIMBO BBIABISUIACH B mnepudepuitHoil obmactu BakyossspHbIX DPoC-BKIIOYEHUH  KIIETOK

mukpoBogopociu Lobosphaera incisa SAG 2468 na 3 nenb docdopHoro ronoganus (puc. 20).

99



N

N

o

o
\\
L\ LI LA L L |
Z
P\ W I I I |
A4

MHTEHCUBHOCTb n3nyvyeHus

0 1 2 3 4 0 1 2 3 4
OHeprus peHTreHOBCKOro nanydeHns (kabB)

Puc. 20 VnpTpacTpykTypHas OpraHusanus BaKyoJIApHBIX (ocdopcomepkKalux BKIOYSHHH
MmukpoBojopociu Lobosphaera incisa SAG 2468 Ha 3 nens docdopHoro rononanus: (a) — I[IOM-
n300pakeHre BaKyosIpHBIX ochopcoaepxaniux (PoC-) BKIOUeHHH, (0) — yBETHUYCHHBINH (parMeHT
n300paxeHus (a), oTMEUEHHBIN B (a) O6e0i paMKoid, (B) — TUMWYHBINA YHEPTOUCTICPCUOHHBIN CIEKTP
[CHTPAJIbHOW OOJIACTH  COOTBETCTBYIOIIMX BKIoueHuid (cmexktp 1), () —  TUNHYHBINA
SHEProJAUCIIEPCUOHHBIA CHEKTp nepudepuiiHoil 006IaCTH COOTBETCTBYIOIIMX BKIIFOUCHUN, UMEIOIICH
YABTPACTPYKTYPHYIO OPTaHHU3AIIUI0 THIIA «MHOTOXWUJIBHBIA Kabeab» (crektp 2). Toueunsie obOiacTu
®oC-BKIIIOYEHUN, C KOTOPBIX CHUMAJIN CHEKTPHl 1 U 2 OTMEUEHBI CTPETIOUYKAMH C COOTBETCTBYIOIIEH
uudpoil. Ha pucyHke mpeacTaBieHbl TUITUYHBIE SHEPTOAUCIIEPCHOHHBIE CIIEKTPhI COOTBETCTBYIOLTUX
BKIIIOUEHUH, TMPENOCTABISIONINE KAdyeCTBEHHYIO HWHGoOpManuio 00 93JIEeMEHTHOM  COCTaBe
aHAJIM3UPYEMOT0 TOYEUHOTO y4yacTka oOpasua (cM. pasaen 4.3.2). PesynbraTel mpeacTaBieHbI IS
KOHTPACTUPOBAHHBIX IUTPATOM CBUHIIA U yPaHHUIIALIETATOM YIbTPAaTOHKHUX cpe3oB. B — Bakyons, To —
ToHomnact (memOpana Bakyonu), @CB — docdopconepxkamee BkmoueHue, I — 1UTO307b.
VYkazarensmu orMmeueHa nepudepuitnas odmacte @CB, nMmerommas ynbTpacTpyKTypHYIO OpraHHU3aIHIo,
0003HAaYCHHYIO B TEKCTE KaK «MHOTOXXHWIIbHBIN Kabenby. Macimrabubie otpe3ku: (a) — 200 uM, (6) —
100 um
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[Mepudepuiinas odmacts DoC-primouenuii L. incisa 2468, umeromias opraHu3anqio THIA
«MHOTOXXWIJIbHBIA KaOesby, Mpujieraia ¢ BHYTPEHHEH CTOPOHBI K TOHOIUIACTY Bakyosd. B oTiamuue ot
nepudepuitHON B IICHTPATBHON O0JIACTH BKIIFOUYCHUH OOJIBIITNE CTPYKTYPHO YIIOPSIOYCHHBIE 001IacTh
He BIABISUIUCH (prc. 20 a), 0JJHaKO, X 3JIEMEHTHBIN COCTAB IO TaHHBIM aHaiu3a MetooM JJIPC Obin
uaentuaeH (puc. 20 B,r). B sSHeproamcrnepcHOHHBIX CHEKTpax OT YyKazaHHBIX oOmacteit ®oC-
BKJTIOYCHUH TIOMUMO TTHKOB (hocdopa u KUCIOPOIa, XapaKTEPHBIX Ui TOTU(POC(ATOB, BBISBISIICS MUK
azota (puc. 20 B,r). BeposiTHee Bcero, MOsBJICHHE a30Ta B CHEKTpax CBsA3aHO ¢ Haimmuuem B DoC-
BKITIOYCHHUSAX OEJNKOB, MMEIOMNX (EePMEHTATUBHYIO aKTUBHOCTH, W/WJIHM a30TCOJCPIKALINX BEIIECTB,
UTPAIOIIUX 3anacamollyto a3oT GpyHkuuio. B cnekrpax or @oC-BKIIIOUEHUN TaKKe BBISBISUIMCH MMUKU
ocmust (Mg = 1,98 k3B), ceunma (M, = 2,35 x3B, Mp = 2,44 x3B) u ypana (M, = 3,17 3B, M = 3,34
K3B), mpoucxosine oT HCHOJIB3YEMbIX KOHTPACTUPYIOIIUX BellecTB, U MUK KpeMHus (K, = 1,74 k3B)

— 3JIeMEHTa anmnapaTtHoro (oHa.

[lomyueHHble pe3ynbTaThl MO3BOJIAIOT CHENaTh BBIBOJ O TOM, YTO MeMOpaHa BaKyoJIH
(ToHOTIACT), BEpOsITHEE BCEro, BOBJICUYEHA B MPOILECCHI CHHTE3a U (HOPMUPOBaHUS MOJU(POCHATHBIX
nerned B @oC-pinmrodyeHUsAX. MBI mpeamnosiaraeM, 4ro B KIETKaX MHKPOBOJOPOCIEN IMPOUCXOAAT
COIPSDKEHHBIE MPOLECChl CHMHTE3a M IepeHoca MojaudochaTHON LN BHYTPb BaKyoOJIHd, CXOXHE C
OMMCAHBIMU JUISl ALUAOKAIBLMCOM JPOXOKEH. YKazaHHbIE MPOLECCH B allMJOKAIbIMCOMAX APOAOKEH
OCHOBaHBI Ha paboTe FHIOTCHHOU Tosdocdar-noaumepasbl — OOIBIIOr0 MEeMOPaHHOTO KOMILIEKCa
BakyoJsipHoro Ttpancroptaoro mrarmepona VTC [Miiller et al., 2002, 2003; Hothorn et al., 2009;
Gerasimaité et al., 2014, 2016].

I'omonor cyowseauuauir VTC Obl1 anHOTHpOBaH Hamu B Tpanckpunrome C. vulgaris IPPAS C-1
(em. pasgen 5.3). Msel mpeamosaraeM, 9To akTHBHOCTh VTC-mogoOHOro KOMILIEKCa B
MHUKPOBOZOPOC/SIX OMpEACNIIeT YIMAaKOBKY IpaHyl B BakyoJsipHbix DoC-Bkiarouenusx (puc. 21).
HemnpepeiBHbii  cuHTe3 mnomudocdarnpix 1eneii  MHOkecTBOM VT C-mog0OHBIX  KOMILJIEKCOB,
pacIloJIOKEHHBIX B MeMOpaHe BakyoJu OJM3KO JpPYr K Jpyry, HPHBOJUT K TIOSBJICHUIO
yIABTPACTPYKTYPHOH OpraHHM3alliy THUIA «MHOTOXHIIBHBIN KaOenb». PacnpenencHue u CKpydyrMBaHHE
3aBepuIeHHBIX MoyndochaTHBIX Ieneil B BaKyOJSPHOM IIFOMEHE MPOMCXOJUT B 3aBUCHUMOCTH OT
IUIOTHOCTH YMAaKOBKHU COAEPKUMOTO Bakyodw. Mbl TMpearnoyiaraeM, YTO YIbTPACTPYKTypHas
OpraHM3aIus «MHOTOXWIBbHBIN Kabenb» B PoC-Brmodyenusx L. incisa 2468 cTaHOBUTCS OTYETIMBO
BUJIHA Ha 3 nieHb ronoganuu 1o ¢gocdopy (puc. 20) u3-3a nepepacnpeaencHus COASPKUMOTO BaKyoen
B pe3ylbTaTe IMpollecca KOHTPOIHpyeMoi nerpananuu moiudocdaroB, BBI3BAHHOTO OTCYTCTBUEM

ucrounuka ocdopa B cpeze.
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Puc. 21 I'unoteTryeckoe CXeMaTH4IeCKOe MPEACTABICHUE CONPSHKEHHBIX MPOIIECCOB CHHTE3a U
nepeHoca noympocdaTHBIX Ieeld  BHYTPh BakKyoJId MHKDPOBOJOPOCIEH, OCYIIECTBISEMBIX
pacmoiio’)keHHBIMU B MeMOpane Bakyonu VTC-mogoOHBIMH KOMIUIEKCAMU U MPHUBOISAIINX K
obOpazoBanuio (ochopconepkammx BriIroueHu (cMm. puc. 19, 20). Bepostree Bcero, kaxmas
noimdocdarHas nenp nmokpeita mosu-(R)-3-rugpokcudyruparom (III'G) — «mydTtoi» u3 II'b, npu
3ToM  noiudocdarHbie LENH  CBS3aHbBl MEXIy CO000H  MOCTOOOpa3HBIMH  CTPYKTYpPaMH.
VYnbTpacTpykTypHas opraHuszaius ¢hochopcoaepiKanix BKIIOUEHUH THIIA «MHOTOXUIBHBIA KaOelby
BO3HHKAET, BEPOSITHEE BCETO, B pe3y/ibTaTe OJHOBPEMEHHOM akTUBHOCTU MHOXecTBa VT C-moa00HbIX
KOMIIJIEKCOB, OJIM3KO PACHOJIOKEHHBIX APYr K JAPYry B MeMOpaHe Bakyonu (ToHomiuacte). Cxema
COCTaBIIeHA COBMECTHO C COTPYTHUKOM Kadeapsl OMonHkeHepuu Ouosioruyeckoro (akynprera MI'Y
1.0.1. ['openosoit O.A.

OcHoBbiBasicb Ha JganHbix Ota et al. [2016], mnomyuenHbix mus  DoC-BKIOYCHUH

mukpoBogopociu Parachlorella kessleri NIES-2152 u nokasbIBaromux, 410 OpraHudeckKre BEIIecTBa B
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coctaBe PoC-BKIIIOYEHHUH HE SBISAIOTCA caXxapaMH M JMIUAAMU, Mbl UCKIIOUWIA BO3MOXXHOCTh TOTO,
YTO MaTepHaj 3JIEKTPOHHOIPO3PAYHOTO MATPUKCA OTHOCHUTCS K caxapaM W/wiu aunuaaM. M3 Haydanoi
JUTEPaTyphl U3BECTHO, 4TO NojudocdaTHbIe 1Iemd MOryT 00pa3oBbIBaTh KOMIUIEKCH ¢ mosu-(R)-3-
ruapokcudyruparom (I1I'6) [Reusch, 2000]. Takue KoMIIeKChl ObLTH OOHapyXKeHbI B MeMOpaHax
MHOTHX OpPraHH3MOB (CM. COOTBETCTBYIOIIME cChUIKM B 0030pe [Kulaev et al., 2004, P. 46]), xots
JeTajbHasl CTPYKTypa 3TUX KOMIUIEKCOB JI0 CHUX MOp HE scCHa. B CBSi3UM C BBIIEU3JI0KEHHBIM, MbI
IIPENI0JIaraeM, 4yTo, BEPOSITHEE BCErO, MaTepua 3IEKTPOHHOIIPO3PAYHOTO MATPUKCA, OKPYXKAIOLIErO
TSKU DJIEKTPOHHO-TUIOTHBIX TpaHyid, mnpexacraBiser coboit III'b, a MocTooOpasHble CTPYKTYpbI
MPEACTABIISIIOT cOo00# 0eaKoBO-(HOChHONMUIHIIHBIE MOHOCION, TIOX0XHE Ha Te, 4To mokpbiBatoT [1I'b-
rpanynbl 1nanoOaktepuit [Kunasundari, Sudesh, 2011]. Takum oOpa3om, BeposiTHEE BCEro, TIKHU

ANIEKTPOHHO-TUIOTHBIX TPaHyJI OKPYXKEHBI TaK Ha3biBaeMoi «mydrtoii» u3 [1I'b (puc. 21).

B moarBepkaeHHe TOTO, YTO MOCTOOOpa3HbBIE CTPYKTYpPHI MPEICTaBISIOT COOOH OEIKOBO-
dbochorumuIHbIE MOHOCION BBICTYITAaeT TOT (akT, uro cuHTe3 [II'B B MUKpoOpraHu3Max MpOMCXOIUT
TakuM oOpazoM, uto ¢opmupytomasics rtpanyra [II'6  oka3piBaeTcs TMOKpHITa OEIKOBBIM
bochomumuaasiv MonocaoeM [Tian et al., 2005]. Kpome Toro, usmepenusie Ha [I19M-n300paskeHusIX
pa3Mepbl MOCTOOOPA3HBIX CTPYKTYP XOPOIIO COOTHOCATCA C pa3MepaMH JIMIUAHOTO OHCIIOS: pa3mep
MOCTOOOpPa3HBIX CTPYKTYP COCTABIISET IMOJOBHUHY OT PaCUYETHOTO pa3Mepa JIMIMUIHOTO Oucios (3 —4 HM)

[Lewis, Engelman, 1983; Rawicz et al., 2000].

Hcxons u3 mosydeHHBIX JaHHBIX 00 ynbTpacTpykType @oC-BKIIIOUEHUH, MBI MPEoaraem,
91O CcHHTe3 noiudochaTHeIX Leneld MPOUCXOAUT B pPE3yJbTaTe aKTUBHOCTH MHOXKECTBa OIU3KO
pacrosioskeHHslx apyr K apyry VTC-momoousix u II'B-cunTe3upyromux komiuiekcoB (puc. 21).
Hackonbko Ham UW3BECTHO, B MpPEACTaBIEHHOM paboTe BIEpBbIE ONKMCAHA YIbTPACTPYKTYpHAs
OpraHu3anus THIA «MHOTOXWUIBHBIA Kabenb» s DoC-BKIIOYEHMH | TpPEUIoKeHa MOJelb
¢byukuuonupoBanuss VIC-nogo6usix u I1I'B-cuHTe3upyOmuUX KOMILIEKCOB, aCCOIMHPOBAHHBIX C

MeMOpaHO# TOHOIIIACTa U 00ecTeYnBaIOINX (GOPMUPOBAHKE TAKOH CTPYKTYPHI.
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5.3. Usmenenume sxcnpeccun reHoB Chlorella vulgaris IPPAS C-1 npu nepexoge ot
(¢ocdopHoro rosionanus Kk N30LITKY Heopranmieckoro ¢gocgopa B cpene

[Ipn pabore HaI MaHHBIM Pa3JEIOM JUCCEPTALMU WCIOJb30BaHA CIEAYIOMIas MyOJUKaIUs
aBTOpa, B KOTOpOH, cornacHO [lojoKeHHI0 O NMpUCYKIEHUM ydeHbIX creneHedl B MI'Y, orpaxensl
OCHOBHBIC Pe3yJIbTaThl, MIOJIOKEHHS U BBIBOIBI UccienoBanus: Solovchenko, A. Phosphorus starvation
and luxury uptake in green microalgae revisited / A. Solovchenko, I. Khozin-Goldberg, I. Selyakh, L.
Semenova, T. Ismagulova, A. Lukyanov, I. Mamedov, E. Vinogradova, O. Karpova, I. Konyukhov, S.
Vasilieva, P. Mojzes, C. Dijkema, M. Vecherskaya, |. Zvyagin, L. Nedbal, O. Gorelova // Algal
Research. — 2019a. — https://doi.org/10.1016/j.algal.2019.101651.

Jlnst oTBEeTa Ha BOIPOC, KaK MEHSETCS SKCIPECCHs] TE€HOB, TMOTEHIMAIBHO BOBJICUYCHHBIX B
MeTabonmn3M mosudocdaroB y MHUKPOBOJAOpOCHEH, Tpu mepexoae OT ¢(ochOopHOro TOJOAAHUS K
n30bITKY Heopranuueckoro ¢ochopa B cpeae, Mbl MPOBEIM  CPaBHUTENbHBIM  aHAIU3
i depeHInaTbHON SKCIIPECCUH CIISTYIONIMX TEHOB Y MOIeTbHO# MukpoBogopociu Chlorella vulgaris
IPPAS C-1: renoB VTC-momoOHoro Oenka, Hatpuii-hocdaTHOoro cummoprepa, H+-docdaTHoro

CHMITIOpPTEpA U MypIypHOU Kucioi Gocdarassl (cM. pasaenst 4.5.3, 4.5.4).

PesynbraTel npoBeaenus I[P B pexume peanbHOro BpeMeHH MOKas3aiau, 4yTo uepe3 120 muH
nocJe 100aBIeHus Heopranuieckoro ¢ocdopa B cpeny K ToJ0AHBIM 10 Gocdopy KIIeTKaMm dKCIPECCHs
reHoB VTC-mmogo6Horo 6enka u HaTpuii-hochaTHOrO cuMmopTepa yBenuauBaeTcs (B 4 pasa u 3,5 pasa,
COOTBETCTBEHHO) (cM. puc. 22 u npunoxenue 10), B To BpeMs Kak dkcrpeccus redos H-ocdarnoro
CUMIIOpPTEpa W MypnypHOW kucioi Qocdarasel 3HaunutenbHo cHmWxkaercs (B 10 paz m 20 pas,

COOTBGTCTBGHHO).

B oskcnonennmansHO# (aze pocra KymbTypel 3kcmpeccuss reHa VTC-momoOHoro Oenka
BO3BpaIllaeTCs K YPOBHIO, KaK B TOJIOJHBIX KIIETKAaX, a B CTAIIMOHAPHOU (Da3e — CHOBA YBEIMYUBACTCS

(B 49 pa3 mo cpaBHEHUIO C TOJIOAHBIMU KIETKaMH).

Bpemennoe yBennuenue skcrpeccun reHa VTC-mogo6Horo Oenka yepes 120 muH mocie
no6asnenus pocdopa koppenaupyet ¢ popmupoanueM PoC-BKIOUEHUH B BaKyoJIIX B IEPBbIE Yachl
nocye no6asieHus B cpeny pochopa (puc. 17). IlonyueHHble JaHHBIE TO3BOJIAIOT CEIATh BBIBOJ O TOM,
yro VTC-nogo6HbIi 0enoK y 3eJIeHbIX MUKPOBOJOPOCIEH MOTEHIUMAIBHO BOBJeueH B cuHTe3 PoC-
BKJIIOYEHHUH, 00pa3yIoLINXCs B BaKyOJIsIX B IEPBBIE YaChl MOCIE nepexo/a oT (oc(opHOro rooaHus K
n30bITKY Heopranuueckoro ¢ocgopa B cpene. @opmupoBanue noadocdarupix PoC-BKIIIOYEHUN B
kierkax C. vulgaris IPPAS C-1 na crammonapnoii ¢asze pocra (puc. 15, 16), mo-Buaumomy, Takxe

MIPOUCXOIUT NMPH akTUBHOM ydacTtuu VT C-nogobHoro Genka.
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Puc. 22 Amnanm3 dKclpeccMd TE€HOB, BOBJICUCHHBIX B MeTaboim3M noiudocdaros, y
mukposogopocau Chlorella vulgaris IPPAS C-1 npu nepexose ot GochOpHOTo royioiaHus K U30bITKY
Heoprannueckoro (ochopa B cpene. Ha rpaduke mnpuBeneHbl 3HAYCHHS DKCIPECCHH TEHOB B
norapumudeckoit  mkane (morapudm 1o  ocHoBaHMIO 10) OTHOCHTENBHO  SKCIPECCUH
COOTBETCTBYIOIIMX T€HOB B TOJIOAHBIX 1O (Gocdopy kieTkax (aeHp 0). 3HaueHUS SKCIPECCHH T'€HOB B
TuHEeWHOM MacmTabe cM. B mpwiokeHun 10. OTHOCUTENBHBIE YPOBHU 3KCIPECCHH HOPMAIU30BAHBI
OTHOCHTEIILHO dKcTpeccun pedepeHcHOro reHa yonksutmimrassl E3. Ha rpaduke mokasansl cpeaHee
snadenne (N = 4) W COOTBETCTBYyIOIIAs cCTaHgapTHas omrbOka. Ha rpaduke 3Be3moukoit (*) wim
pemeTkoi (#) OTMEYEHbI W3MEHCHHS, HE SIBIISIONIUECS MEKIY COOOH CTATHCTUYECKH 3HAYUMBIMHU
(p>0,05, t-kpurepmii Cthromenta, cM. npuiaoxkenue 10). Bece ocranbHble HEOTMEUEHHBIE M3MEHEHHS
SIBIIAIOTCS cTaTUCTHYecKH 3HaunMbIMHE (P<0,05, t-kputepuii CThromeHTa)

Ckopee Bcero, He y Bcex TIpymnn MHKpoBogopocneil umeHHo VTC-momoOHbiii Oerok
obecrieunBaer cuHTe3 POC-BKIIOYCHUH, OOpa3yrOIIUXCS B TEPBBIC Yachl MOCIE BOCCTAHOBIICHUS
dochoproro nuranus. B renome kpacHoi ogHOKIETOYHO# Bogopociau Cyanidioschyzon merolae ren-
romoJior nosaudocdar-monumepassl Vic4 ve 0611 00HapykeH [Yagisawa et al., 2016], Bmecto Hero ObuT
AHHOTHPOBaH TeH-rOMoJIor OaktepuanbHoro reHa ppkl, koaupyromero mnoaudocdar-KuHA3Y
[Whitehead et al., 2013]. B pa6ote [Yagisawa et al., 2016] aBTopbI MpemoIaraiT, 4T0O HMEHHO OEJTOK-
romoJior noimidocdar-kunazsl PPK1 BoBieuen B oOpazoanue noiudocparapix PoC-BrinroueHuid B
C. merolae B mepBbie yackl mocine nodasieHus Gochopa kK roJo HBIM KiIeTkam (cM. Tadn.1). ABTOpBI
Jaxe MPeUIOKIIN cxeMy cuHTe3a noindocdataeix BrmodeHuit B C. merolae nmpu BocctaHOBIEHHH

dbochoproro muTaHus 6e3 ydactusi BakyossipHoro VTC-kxommiekca, COTJIacCHO KOTOPOW CHavana
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IMPOUCXOAUT CUHTC3 MCJIIKHUX HOJII/I(i)OC(i)aTHBIX I'paHyJl B IMTO30JIC WJIM B MCJIKUX BC3HKYJIaX, a 3aTCM

BHEJIPEHUE ITUX I'PaHyJl B KPYIHbIEC BAKYOJIU U UX aKKYMYJHUPOBAHUE TaM.

Ha moMeHT HammcaHus 3TOW pabOThl B HAy4yHOU JUTEpaType HEe OOHAPYKHIOCH JAaHHBIX 00
akcnpeccun kKomiuiekca VTC u (um) apyrux nonudocdar-moimmepas B 3eI€HbIX MUKPOBOIOPOCIISIX B
3aBHCUMOCTH OT Hanmmuus pocdopa B cpeae. OpHako ecTh UcciieAoBaHus n3MeHeHus sxcipeccun VTC
IpU OTCYTCTBHM MCTOYHHKOB (pocopa B cpene s kKokkoauTodopoBoit MukpoBogopociau Emiliania
huxleyi [Dyhrman et al., 2006] u npu Manbix KOHIEHTpalusax (ocdara B cpeae sl TAATOMOBOM
mukpoBojgopocau Thalassiosira pseudonana [Dyhrman et al., 2012]. B 06oux MHKPOBOJIOPOCISIX
9KCIIpecCcHus TeHOB VIC ObLTa 3HAUMTENLHO BBINIE B KJIETKax B AeuiuTHOM 1Mo ¢ocdopy cpene, yeM B
nosiHOM cpente. [Tpu aTom coaeprkanue noudocdaros B kiaeTkax Thalassiosira pseudonana mpu mMasbix
KOHIIeHTpanusax Gochopa B cpesie ObLI0 3HAYMTETBHO BBIIIIE, UeM B KJIETKaX Ha MOJIHOM cpene [ Dyhrman
et al, 2012]. ABtopsl B 000oux paboTax OOBACHSIOT MOJYYECHHBIC PE3yIbTaThl CIIOCOOHOCTHIO
HCCIIeTyeMbIX MHKPOBOJOpOCIel mpu cHmkeHuu (ocdopa B cpene CUHTE3UpOBATh nosnudocdaTsl,
BBITIOJTHSIONINE POJIb BAYKHOTO JIETIO JUTI KPATKOCPOYHOTO XpaHEHHs HeopraHmdeckoro docdara. ITo
MHEHHUIO aBTOPOB, yKa3aHHAas CIOCOOHOCTh MO3BOJIET JaHHBIM MHUKPOBOJOPOCISAM 3((HEKTHBHO
KOHKYpUPOBaTh C JAPYrUMH MHUKPOOPraHM3MaMH B OKEAHMYECKUX IKOCHCTEMax, B KOTOPBIX YacTo
HAOJIIOIAl0TCS JIOKAIbHBIE KoJieOaHus cojepskanus goctymHoro docdopa [Dyhrman et al., 2006].
Baxxno otMeTuTh, uTO B 000MX paboTax oTOOp Mpod KIETOK, ACPHUIIUTHBIX 10 (hochopy, TPOBOAUIN B
Hayalie CTallMOHapHOM (hasbl pocTa KynbTypbl. TakuM 00pa3oM, TaHHBIE KIETKH HENb3s Ha3BaTh BIOJIHE
«roJIOAHBIMU TI0 Qochopy», MOCKONIbKY Aepuuut Gocdopa B cpese elle He Hayall OrPaHUYUBATH POCT
KYJIbTYpbl. B aKcniepuMeHTe e, MpoBeIEHHOM B HallleM MCCIIe0BaHUU, IKCIpeccuto komiiekca VTC
IIPU BOCCTAHOBJECHUH (OCHOPHOrO MUTAHUS CPAaBHUBAIM C TOJOJHBIMU 1O (ocdopy KiIeTKamH, B

KOTOPBIX mosndocdaros yxe He 661710 (cM. prc. 15), a skcrpeccus komiuiekca VTC ObL1a MUHUMAITBHA.

HccnenoBanusi SKCIIPECCHH T'€HOB, BOBJICYEHHBIX B OMOCHHTE3 mnoiudocdaTos, 3aTpynHeHbl,
MOCKOJIBKY KaTaJIM3UPyEeMbIe IMHU PEAKIUH SBIISIOTCS 00OpaTUMBIMU, B TOM YHCIIE, 00pPATUMOM SIBIISIETCSI
peakiust noaudocdar-momumepassr vicd [Dyhrman et al,, 2016, P. 157]. Jpyrumu cioBamu,
yBEIMUEHHE FKcIpeccuu noiaudocdar-noaumepassl ViC4 MokeT ObITh CBA3aHO KaK ¢ peaklueil CHHTe3a
nosmdocdaToB, Tak U ¢ peakuMed ux nerpaganuu. OJHAKO HECMOTps Ha TO, yTo moiudocdar-
MoJIMMepa3a MOXET y4acTBOBaTh B MOOWIM3anuu NoiaudocdaroB, Cyas MO BCEMY, YBEJIWYECHUE €e
IKCIIPECCUH HE CBSI3aHO C PE3KUM COKpaleHueM coepxkanus nonudocdaros B kierke [ Dyhrman et al.,
2016, P. 158]. Kpome Toro, B HalmeM HCCiIe0BaHUU MBI HCIIOIB30BaIN TOJIOAHBIE TI0 (pocdopy KieTKH,
B KOTOPBIX Ha MOMEHT jao0aBieHus Qocgopa nomudochatoB yxe He Obu10 (cM. puc. 15). To ectb
HaOJIrI01aeMoe HaMK yBelrueHue ypoBHs skcripeccun VT C-nomooHoro 6enka B C. vulgaris IPPAS C-1

gyepes 120 muH nmocne godasieHus ¢pocdopa eciu u CBsi3aHo ¢ Aerpagaruei monudocdaToB, TO TOJILKO
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¢ aerpanmanued Tex monmdocdaroB, KOTOpPbIE YCTEIW CHHTE3UPOBATHCA B KIETKE 3a 3T 120 MuH

MOCPEJICTBOM 3TOTO K€ (PepMEHTA.

B Hamiem uccnenoBaHum nokaszaHo, 4to GopmupoBanue noaudocdaros B kierkax C. vulgaris
IPPAS C-1 mpu nepexone ot ¢ocdopHoro rojmomanus K m30bITKy (ocdopa B cpere coBmamaer 1o
BPEMEHHU C yBenmueHueM skcrpeccun reHa VT C-nogo6Horo Oenka. 3Ha4ynt, BepositHee Bcero, VTC-
nono6Oueiii 6enmok B C. vulgaris IPPAS C-1 moTeHIManbHO BOBJCYCH B M30BITOYHOE OOpa3oBaHHE
nosmdochaToB TpU  BOCCTAHOBIEHUH (ocPopHOro THTAaHUS. ITO BAKHO Ui CO3JAHUSA
BBICOKOX((PEKTUBHBIX TEHHO-WH)KEHEPHBIX INTAMMOB MHUKPOBOJOPOCIEH ITyTEM CBEPXIKCIPECCUU
yKa3aHHOTO Oenka i YBETWYEHUsSI MX CIOCOOHOCTH K M30BITOUHOMY 00pa3zoBaHUio mojudocharon

[Solovchenko et al., 2016].

Hcxons u3 mosydeHHBIX pe3yibTaTOB MOXKHO 3aKIIOYUTh, YTO (POPMUPOBAHHE U CTPYKTypa
OoC-BKIIIOYEHUH OTpakaroT (PYHKIMOHHUPOBAHUE MEXAHM3MOB AKKIMMAllMM MHKPOBOJOPOCIEH K
JOCTYNHOCTH ¢ocdopa B cpefe KyIbTUBUPOBAHUSA, TO €CTh MEXaHHW3MOB CHHTE3a MOJU(POCPaTHBIX

®oC-BKIIIOYEHUH MTPU BOCCTAHOBIEHUU (POCHOPHOro MUTAHMUS.

B skcrioHeHIManbHOM M cTalMOHAapHOM (Da3ax pocTa 00a MCCIENyeMbIX T'€Ha TPAHCIOPTEPOB
docdara 3apenpeccUpoBaHbl OTHOCHTEIBHO TOJOAHBIX KJIETOK, TO €CTh UX AKCIPECCHs NMPU HATUINU
dbocdopa B cpeie ObliTa HUXKE, YEM B TOJIOIHBIX KileTKax (puc. 22). [ToaydeHHbIe pe3yIbTaThl MO3BOJISIOT
HaM OTHECTH JaHHbBIC TPAHCIOPTEPhI K TPAHCIIOPTEPaM BBICOKOH ahGUHHOCTH, IKCIIPECCHs KOTOPBIX,
KaK M3BECTHO, yBEeJIMUUBACTCs IpH HepocTatke ocdopa B cpene [Kobayashi et al., 2003; Chang et al.,
2005; Moseley et al., 2006] (cm. Taxxke paszaen 3.3.2). Kpome toro, uccieayeMbliit HaTpuii-hochaTHbiii
cummoprep C. vulgaris IPPAS C-1 umeer BBICOKYIO CTEIEHb TOMOJIOTHH C AHHOTHPOBAHHBIMHU
dochataeiMu TpaHcmopTepamu Beicokoi apduunoctu C. variabilis (XP_005843014.1), Tetraselmis
chuii (AAO47330.1) u Ectocarpus siliculosus (CBJ33891.1) (cm. mpunoxenue 5). B HayuHO#
JMTEpPAType OTCYTCTBYIOT JaHHble 00 HM3MEHEHMH JKcrpeccud reHoB H'-¢pocdaTHbIX ¥ HaTpHid-
dochaTHBIX TPAHCTIOPTEPOB B MUKPOBOIOPOCIISX MPH Mepexoie 0T GochOPHOro rojIoJaHus K H3OBITKY
dochopa B cpeme. OmHAKO HAIIM pPe3ylIbTaThl COTJIACYIOTCS C JaHHBIMH, MOJYYCHHBIMU LIS
mukpoBogopocin Ch. reinhardtii nmpu rojomanuu mo ¢ocdopy ¢ TeM ycIOBHEM, Y4TO MbI B HaIleH
pabote HaOmroaeM 0oOpaTHBIM mpolecc mepexojga OT rooAaHus no (Gocopy K ero M30bITKY: NpU
ronogannu 1o Qochopy B kierkax Ch. reinhardtii camkaercs skcnpeccust Hatpuii-¢ocarHOro
TpaHcnopTepa Bbicokoit ahdunoctu PTB2 [Kobayashi et al., 2003; Chang et al., 2005; Moseley et al.,
2006] u H-docdarroro Tparcroprepa Boicokoii apdunoct PTA3 [Moseley et al., 2006].

O)IHaKO B HAIICM HUCCIICAOBAHUHN I'CHBI TPAHCTIOPTCPOB PA3JIMYAOTCA IO MAaTTCPHY SKCIIPCCCUU

B TICPBBIC YaChbl IIOCJIC II063.BJ'ICHI/ISI (bocq)opa K TOJIOAHBIM KIJICTKaM:. SBKCIIPECCHs TI'€Ha HanHﬁ-
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docdaTHOoro cuMIoprepa MHAYHUPYETCS 100aBIEHUEM B Cpely Heoprauuyeckoro gocdopa, rena H-
docharHoro cummoprepa — pemnpeccupyercs. H'-docharupii cumoprep, BEpOSTHO, SBISETCSA
BBICOKOA((UHHBIM TPAHCIIOPTEPOM, KOTOpBIA 0Odamaer BBICOKOW adPUHHOCTBIO K (ocdary, HO
CpaBHUTEILHO HEOOJIBIIION CKOPOCTHIO TpaHcmopTa (ocdara [ Kobayashi et al., 2003; Chang et al., 2005;
Moseley et al., 2006]. IIpu mobaBieHun u30bITKa hochopa K roJOIHBIM KISTKAM MHUKPOBOIOPOCIH
MOMAJAI0T B YCIOBUS C JOCTATOYHBIM KOJMYECTBOM (ocdopa, Mpu KOTOPHIX TpaHcropT ¢ocdara ¢
MOMOIIEI0 (hOCPATHBIX TPAHCIIOPTEPOB HU3KOW ad)(PUHHOCTH CTAHOBHTCS O0JIee 11eIeco00pa3HbIM, YeM
C TPaHCTIOPTEPaMHU BHICOKOH ad(MHHOCTH, BBUIY X 00Jiee BRICOKOM CKOPOCTH TpaHcropTa [ Grossman,
Takahashi, 2001]. 3aaunTensHyto penpeccuto rena H -pocharrHoro cummoprepa B epBbie 4achl MOKHO
OOBSCHHUTB TEM, UTO JITAHHBIN TPAHCIIOPTEP BHICOKON ah(HUHHOCTH AKTHBHO CHUHTE3UPYETCS B TOJIOAHBIX
no ¢dochopy KiIeTKax, a ¢ mosBieHHeM u30bITKa (Pocdopa B cpeie ero CHUHTE3 IMepecTaeT ObITh
1eNIecoo0pa3HbIM TS KJISTKH, MOATOMY €ro SKCIpeccusi CHmkaercs. [Ipu 3ToM 3HAYUTEIBHOE

CHIDKEHHE €ro IKCIPECCUU MIPOUCXOAMT 3a JOCTaTOUHO KOpoTKoe Bpemsi — B 10 pa3 3a /1Ba yaca.

Hatpuii-pocdaTHpii cumnoprep Takke, CKOpee BCEro, SBISETCS TPAHCHOPTEPOM BBICOKOM
apdurnocTr. OHAKO €ro KCIpPECCUs B MEPBBIE Yackl mocie nobasnenus Gocdopa, B oTimure ot H-
dbocdarHOrOo cuMmopTepa, BPEMEHHO YBEIUYMBaeTCs. TakuM 0Opa3oM, COTJIACHO TMOJTYYCHHBIM HAMH
JAHHBIM, Ha OIpPEJNICJICHHON CTaJuy SKCIIEpUMEHTa SKCIPECCUs] TpaHCIopTepa BbICOKOW adGuHHOCTU
BBIIIIE B KJIETKaxX B cpejae ¢ u30bITKoM (ocdopa, ueM B KJIETKax Mpu rojogaHuu no ¢ocdopy, 4ro
HETHITMYHO I TpacropTepoB Takoro tuma [Moseley et al., 2006; Pitt et al., 2010; Reistetter et al.,
2013]. TlomydeHHbIC Pe3yJIbTAThl MO3BOJISIOT MMPEINOIOKUTh, YTO HCCICAYeMblii B paboTe HATpuUii-
dbocdaTHbIl CUMIOPTEP OTHOCHUTCS K TPaHCIOpPTEpaM, KOTOpbIe BHOCAT BKJaJ B HaOJI0aeMOe HaMU
WHTEHCUBHOE TNOCTymjieHHe (ocdara B KIETKU B IMEpBble 4Yachl MpH Iepexoae oT ¢GochopHOro
rojofaHus K M30BITKY Heopranmdeckoro gocdopa B cpeae (puc. 18) HecMOTps Ha TO, YTO JAaHHBIN

TpaHCIOPTep, CKOPEe BCEr0, OTHOCUTCS K BbICOKOAG(GUHHBIM TpaHCIIOPTEPaM.

[Typmypras kucnas pocdaraza B SKCIIOHEHIIMATIBHON U CTAIIMOHAPHOHN (Dazax pocTa KyIbTyphI
OCTaeTcs 3apenpecCHPOBAHHON 1O CPAaBHEHHMIO C ToJIOJHBIMU Kietkamu (B 1,5 pasa u B 1,9 pa3sa,
COOTBETCTBEHHO), XOTS U HE B TaKOi OOJBIION CTEMEeHM, KaKk B MEpBBIE Yachl IMoOcie T00aBICHUS
Heopranunveckoro docdara (puc. 22, npunoxenne 10). ITo 0ObICHIETCS TEM, UTO 3a71a4a MyprypHOi
kucimoil  ¢ocdarazpl, BBIIEISIEMONH TOJOJHBIMH  KIETKAMH B Cpely —  pacllelIeHHe
dbocharcomepxranux CoeANHSHUH A5 BBICBOOOXK ICHUS Heopranudeckux (ocdaros (cMm. pazmen 3.3.2),
HEJOCTAaTOK KOTOPBIX HCIBITHIBAIOT KIETKU B TonogHOW 1o Qocdopy kymbrype. Ilpu mobGaBneHun
n30biTKa Qocdopa K TONOAHBIM KIETKAM CHHTE3 M BBIICJICHHE MypIypHOUM Kucioh ¢ocdarassl
KIIETKaMHU TepecTaeT ObITh Ieeco00pa3HbIM BBUAY IMOSBIEHUS B Cpele OTPOMHOTO KOJHYECTBA

CBO60,Z[HOFO " JOCTYITHOI'O K MOTJIOIMICHUTIO HCOPTraHUYCCKOT'O (I)OC(I)aTa, H, KaK CJICACTBUC, IKCIIPECCUA
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reHa MypIypHOH KUCiIo# ocdaraszbl 3HAUUTETHHO CHIKAETCS. B 3KCIIOHEHITMAIBHON M CTAaIlMOHAPHOMN
(hazax mo Mepe pocTa KyJIbTyphl KOTHYECTBO (hocdaTa B cpeic yMEHBIIACTCSI B PEe3YJIbTATE IMOTJIOMICHUS
KJIETKaMH, YTO TMPHUBOJUT K HEOOJBIIOMY POCTY SKCHPECCHHM MypHypHOH KUCION Qocdaraspl mo

CPaBHECHHIO C DKCIIPECCHEH B MEPBBIC Yackl TIocie qobaBneHus dpocdopa.

B nutepaTtype OTCYTCTBYIOT AaHHBIC O BJMSHUW Hamuuus (ocdopa B cpelie Ha DKCIPECCHIO
CEKPETUPYEMBIX KUCIBIX (hochaTas B MUKPOBOJAOPOCISX, B TOM YUCIIE MypIypHOU KUCIIOH (ocdaTasbl.
OI[HaKO Hamu PE3YJIbTATHI COTJIaCyHOTCA C JaHHBbIMHU, MOJTY4YCHHBIMHA JJIsA paCTeHHﬁ,
JEMOHCTPHUPYIOIINE YBEIMYEHUE SKCIIPECCUU TI'€HOB MYypIYpHOH KuCiION (ocdartazbl B YCIOBHAX
HegocraTka (ochopa B cpene. YBeauueHue SKCIPECCUU M'€HOB MypHypHOU kucioi ¢ocdaTasbl npu
rojiofganuu mo ¢ochopy ObUTO MoKazaHo st pacteHui Lycopersicon esculentum [Bozzo et al., 2002;
2004], Arabidopsis thaliana [Del Pozo et al., 1999], Medicago truncatula [Xiao et al., 2006], Lupinus
albus [Miller et al., 2001], Oryza sativa [Zhang et al., 2011] u Solanum tuberosum [Zimmermann et al.,
2004]. Ucxons U3 MepedyrcIeHHBIX U3BECTHBIX JaHHBIX Ui pacTeHHi B 0ecPOCHOPHBIX YCIOBHIX U
IMMOJYYCHHBIX HAMU PE3YJIBTATOB MOXKHO CJCJIaTh BBIBOJ O TOM, YTO U3BMCHCHUE DKCIIPECCUU HypHypHOﬁ
kucioit pocdarassl mpu nepexojie ot pochopHOTo rojogaHus K U30BITKY HeopraHuieckoro gocgopa
B cpene y mukpoBogopociau C.vulgaris IPPAS C-1 sBisercsi «3¢pKajdbHBIMY» H3MEHEHHUSM TPH
dbochopHOM rosIOTAaHUU: TIPU OTCYTCTBUU (ocdopa B cpele €€ DKCIPECCHs YBEIMYMUBACTCS, TPH
B0O300HOBNEHNH (pochopHOro nuTanuss — cHuKaercs. [Ipu 3ToM 3HAYUTENbHOE CHUKEHUE IKCITPECCUU
nypmypHoit kucioit ocdaraser y C. vulgaris IPPAS C-1 npoucxoauT B 04€Hb KOPOTKHE CPOKHU: YIiKE
yepes J1Ba yaca nociue go6asnenus pocdopa kK roJloIHBIM KIETKaM ee dKcrpeccust cHikaeTcs B 20 pa3

(puc. 22).

Takum o6pazom, 11 MukpoBogopociu C. vulgaris nokasasu, 4to npu rnepexoie 0T GochopHOTo
rOJIOJIaHKs K U30BITKY B Cpejie Heopranueckoro docdopa: (i) mporcxoauT BpeMEHHOE yBeIUYeHUE (B
4 paza) skcnpeccuu reHa nonudocdar-noaumepassl — VT C-nomobHOro Oenka, pacnoyioKEHHOTO B
MeMOpaHe TOHOIUIACTa W Y4YacCTBYIOIIEro B cuHTe3e mnoiudocdaros; (i) TeHbl TPaHCIOPTEPOB
Heopranudeckoro Qocdara oTIMYAIOTCS MO MATTEPHY SKCHPECCHH: IKCIPECCHsI OJHOTO W3 TCHOB
HHIYIUPYETCst 100aBIeHUEM B cpey Heopranudeckoro (ocdopa, apyroro — penpeccupyercs; (iii)
JKCIIpeccus TeHa MypIypHOU Kuciaoi gocdaTtaszbl 3HAUUTEIHHO CHUYKAETCS MOCe JO0aBICHUS B CpEly

docdopa (3a mepsbie 1Ba yaca B 20 pas).
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5.4. ®opmupoBanne (ocdopcoaepxamMx BKJINYCHUN Y NIMaHOOAKTepHi NPHU Nepexoje OT
(¢ocdopHoro rosionanus Kk N30LITKY Heopranmieckoro ¢gocgopa B cpene
B nmnpencraBnennoit pabotre Ttakke wuccnenoBanu ¢GopmupoBanne DoC-BKIOUECHUH Y
MPOKApUOTHYECKUX  IuaHoOakTepuit. DopmupoBanne @DoC-BKIIOUCHHNH  HEIUA30TPO(HBIMH
nuaHoOakrepusiMu  mccnenoBann  Ha  npumepe  Nostocsp. PCC 7118 —  HmrTuaToro
[IUAaHOOAKTEPHATIHHOTO ITaMMa, HE CHOCOOHOTO K 0Opa30BaHUIO TE€TEPOLMCT, W, KaK CIEICTBHE, K
Ia30Tpohun — (UKCAIMH MOJIEKYIIPHOTO aTMOC(EpHOTo a30Ta. BBUmy HECIOCOOHOCTH yKa3aHHOTO
mTamMma K a3oT(QUKcaliu, 3KCIEPUMEHT 110 BO30OHOBIEHHIO (POCHOPHOTO MUTAHUSI C ITUM IITAMMOM
NPOBOJMJIM TPU HAIWYMKM HMCTOYHUKOB JIOCTYITHOTO CBS3aHHOTO a3oTa B cpeae (cMm. Tabm.4).
®opmupoBanue OoC-BkinroueHUN AMA30TPO(HBIMU [IHMAHOOAKTEPUSMHU HCCIEAOBAIM Ha IMpUMEpe
mutyaroro mramma Nostoc sp. PCC 7120, 6nmskoponcreernHoro mramma Nostoc sp. PCC 7118.
[Itamm Nostoc sp. PCC 7120, B otimame ot Nostoc sp. PCC 7118, mpu HeocTaTke CBA3aHHOTO a30Ta
B cpefie Croco0eH K 00pa30BaHUIO TETEPOLUCT U K (PUKCAIUHA MOJEKYISIPHOTO aTMOC(hepHOTo a3oTa.
JUia wuccnenoBaHusi BIMSHUS JAMa30TpoUM Ha U3MEHEHUsT B COCTaBe €ro BKJIIOUEHUH Npu
BOCCTaHOBJIEeHUU (pochopHOro mMUTaHUSA SKCIEPUMEHT Mo nobOaBieHuio (ocdopa K TOJOAHBIM IO
¢dbocdopy KIeTkaM MPOBOMIH KaK IIPU HAJIMYUH, TaK U IPU OTCYTCTBUM UCTOYHHUKOB CBSI3aHHOTO a30Ta

B cpene (cM. Tabm.4).

5.4.1. ®opmupoBanue  ¢ochopcoaepkanux  BKJIWYEHUH  HeIAHA30TPOPHBIMHU
HUAHOOAKTEPUAMU

Jlns ompeneneHus W3MEHEeHHMM B cocraBe BkmoueHuit Nostoc sp. PCC 7118 wmeromom
aHaymTHdeckoi I19M wmccnenoBaiu rojioiHbie o Gocdopy KICTKH, JACICHUE KOTOPHIX OCTAHOBHUJIOCH

(puc. 23 a, B), 1 uepe3 7 nueit mocie mobdasiaeHus Gochopa K roJ1oJHbIM KieTkaM (puc. 23 0, T).

[Tockonbky HccnenoBaHHbIN 1uaHoOakTepuanbHbiid mrtamm Nostoc sp. PCC 7118 otHocutcs k
MPOKApPUOTHYECKUM MHKPOOPraHu3MaM, TO ero KieTku (puc. 23 a,0, npwiokerue 11) 3HaYUTEIHLHO
OTJIMYAINCh TIO  YIABTPACTPYKTYPHBIM  OCOOCHHOCTSIM OT KJIETOK HCCJICIOBAHHBIX  BBIIIC
AYKAPUOTHIECKUX MUKPOBOgopocieii (puc. 13, pasmenst 3.2.1, 5.1, 5.2). B knetkax nuaHoOakTepuii HET
opOpMIIEHHOTO sifipa U HET O(OPMIEHHBIX MEMOpPAHHBIX OPraHOUJOB, KaK y JYKapUOTHUYECKHX
MUKpPOBOJIOpOCIEe (B TOM 4HCJe, BaKyoJeil), 3a HCKIIOUEHHUEM IIJIOCKHX «IUCTEpH» —
(OTOCHHTE3UPYIONINX TUIAKOWAOB. THIAKOMIBI OTYETIWBO BBIABISAIOTCS Ha [IOM-n3o0paxeHusIx
kierok Nostoc sp. PCC 7118 (puc. 23 a,06, mpunoxenue 11). 'enomuas THK B kiteTkax nuanoOaxkrepuii

PacCIioJIO’KCHa B HUTO30JIC B 30HC TaK HA3bIBAEMOI'O HYKJICOUIA. Ha H3M-I/I306pa)KCHI/I}IX KJICTOK
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UCCIIEIOBAaHHON [TUAaHOOAKTEPUH HYKJICOUT ObLJI BUICH NMPU KOHTPACTUPOBAHUH YPAHUIIALETATOM (CM.

npuioxenue 11).

500 -
400 g
300
200

100

(4uncno oToHOB)

NHTEHCUBHOCTb U3NyyYeHns |

0 1 2 3 4 0 1 2 3 4
OHeprnsa peHTreHOBCKOro nany4yeHuns (kabB)

Puc. 23 3menenus B coctaBe BKJIIOYEHMH HenuaszoTpodHoii nmanodakrepun Nostoc sp. PCC
7118 npu BoccTaHoBieHUH (pochopHOro nuraHus: (a,B) - royogHas no gocpopy KyapTypa, (6,r) - 7
nHel mocne no6aBineHust ¢gochopa K TrojoAHbIM KieTkaM. (a,0) [I9M-u3obpakeHus KIETOK C
BKJIFOYCHUSAMH, THUIHMYHBIX JJIsI COOTBETCTBYIOIIMX CTaauil sKcmepumeHTta. (B,r) TunuuHble
SHEProAMCIIEPCUOHHBIE CHEKTPHI (CEeKTphI 1,2) COOTBETCTBYIOIIMX BKIIIOYEHHMH, MPEAOCTABIISAIOLINE
Ka4eCTBEHHYI0 MH(POPMaLHIO 00 3JIEMEHTHOM COCTaBE aHAJM3UPYEMOI0 TOUEYHOTO ydacTka oOpasia
(cMm. pa3zaen 4.3.2). Toueunsle 061acTu hochopcoaepKalnux BKIFOUEHHH, ¢ KOTOPBIX CHUMAJIH CTIEKTPbI
1-2, orTMmedeHBl CTpelOYKaMH C COOTBETCTBYIommIeH 1udpoil. [IOM-u3o0paxeHus U CIEKTPHI
NPEJCTaBICHbl Ul YIbTPAaTOHKMX CPE30B KJIETOK, HE KOHTPACTUPOBAHHBIX YpaHWJIALETATOM U
uTparoM cBuHIa (cM. puc. 11). ACB — a3otcoaepikaiiee BKIroueHre (IIHaHOPUITHHOBAsI TpaHyJia), 3
— nunuaHas B-rpaHynia  BBICOKO# dnekTpoHHOW mmiotHocTH, III'B — rpanyna mnomu-(R)-3-
ruapokcudyrupata, T — tunakounasl, ®CB — docdopconepxkamiee BrioueHue. MacmiTabHbie
oTpe3ku: 0,5 MKM
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VY ronoaubix o Gocdopy knerok Nostoc sp. PCC 7118 uurto301s 06712131 HU3KOM JIEKTPOHHOM
IUIOTHOCTBIO U MMEJ BBICOKYIO CTENEHb OJHOPOAHOCTH (puc. 23 a, npunoxenue 11). Tumakounas! B
TOJOAHBIX N0 (Pocdopy KiIeTKax ObLIIM HEMHOTOUMCIICHHBI U PA3/IeJIeHbl JPYT OT Apyra 3HAYUTEeIIbHBIM
IIPOCTPAHCTBOM LUTO30J1s1 M oO0Jazanu BBICOKOM 3JIEKTPOHHOM IUIOTHOCTBIO (puc. 23 a). Mexny
TWIAKOUZAAMU B LUTO30JI€ OBUIM pacrlpeaeieHsl JmnuaHeie B-rpanyiasl u AC-BKIIOYCHUS —
1uaHoQUIMHOBBIC Tpanyibl (puc. 23 a, npuioxkenue 11). IIpu stom ®oC-BKiIOUEHHS B KIIETKaX
YKa3aHHOW KYyJbTYPbl HE OOHApYKHWBaIHCh. JHEPrOIMCIIEPCUOHHBIE CIEKTPHI OT BBISABICHHBIX AC-
BKITIOYeHUH (puc. 23 B) cojieprKalii MHTEHCUBHBIN MUK a30Ta. Pazmep AC-BKIIIOYEHH BapbHPOBAI OT

0,15 no 1,5 MxM.

UYepes 7 pgHell mociie BOCCTaHOBJIEHHS (GOC(HOpHOro NUTAHMS YIbTPACTPYKTypa KIETOK
Nostoc sp. PCC 7118 3HauuTenbHO MeHsu1ach (puc. 23 0). DeKTpoHHAs IJIOTHOCTh THIIAKOHJIOB B
KJIETKaX 3TOM KyJbTYphl OblJIa 3HAUUTEIHHO HUXKE, UeM Y TOJI0HBIX 0 pocdopy kietok (puc. 23 a,0).
B xmerkax uepe3 7 mHel mocne aoOaBieHus (ocdopa K roJIOJHOW KylIbType 3HAYUTEIBHYIO YacTh
KJIETOYHOTO Cpe3a 3aHUMalll JICHTOOOpa3HbIe TPYIIBI PACIOJIOKEHHBIX OJIM3KO JAPYr K ApPYyry
TunakonaoB (puc. 23 6). O6nacte HUTO30Js B KJIETKaxX 3TOM KylbTypbl obOnazana 0ojiee BBICOKOI
AJIEKTPOHHOW IJIOTHOCTBIO 10 CpPaBHEHHIO C TOJOIHBIMH 1O ¢ocopy KiIETKaMH, a Takke
XapaKTepu30Balach «3EPHHUCTON» CTPYKTypoill M3-3a OOJBIIOTO KOJWYecTBa pUOOCOM U
ANeKTPOHHOIIOTHBIX DoC-BKiaroueHuit (puc. 23 6, npwioxkenue 11). Jlumuanesie B-rpanynsr 1 AC-
BKJIIOUEHUS U3 KJIETOK 3TON KYJIbTYpPbI HCYE3AJIH, BMECTO HUX B KJIETKAX B IIUTO30JI€ aKKYMYJIHUPOBAJIHIChH
®oC-BrmroueHus (puc. 23 0), B CIEKTpax OT KOTOPBHIX BBIABISIMCH TUKH (Gocdopa, MarHus U KabIHs
(puc. 23 r). ®oC-BKIIOYEHHS UCCIIEAYEMON IaHoOakTepun umenu Hebobimre pasmeps: (0,01-0,09
MKM) [0 CPaBHEHHIO ¢ MUKPOBOJOPOCISIMU. B KieTkax Ha 3TOW CTaJlMu TAaK)Ke BBISBISUIUCH T'PaHYJIbI

[IT'b, sBisrOIIIMECS UCTOYHUKAMU yIiIepo/a y IHaHOOaKTepHUH.

Takum oOpazom, peakuus HemuazorpodHoi nmanobakrepun Nostoc sp. PCC 7118 nHa
OTCYTCTBHE HCTOYHUKOB (hochopa v Ha X U30BITOK B CPeJie CX0XKa C peaKIieid MUKPOBOIOPOCIIei (pHc.
23) — mnpu rojoganuu 1mo Gpochopy B KieTKax BbIABISIOTCH AC-BKIOUYEHHS U OTCYTCTBYIOT DOC-
BKJIIOUEHHUS, TOTJa Kak Tpu  Bo30oOHOBieHHH  ¢ocpopHoro mutaHus  AC-BKIIOUYCHHS
MeTabOIM3UPYIOTCS, BEPOSITHEE BCEro, UId MOJACpPKAHHS pocTa U JACJCHHH KIETOK, a H30BITOK

docdopa HakarMBaeTcs B KieTkax B Bujae @oC-BKIIOUSHUN.

B ronogHoit mo dochopy KynpType nuaHoOaktepuu aedpuuut Qocdopa oTpaxkaercs Ha
yIABTPACTPYKTYpE KIETOK: M3-3a HelocTaTka (ochopa KIeTOUHbIH MeTaboJIn3M 3aMe/IeH, TUIaKOU bl
HEMHOTOYHCIICHHBI, pUOOCOM B IIUTO30JI€ MaJIO, U30BITOK (PUKCHPOBAHHOTO B pe3yibTaTe POTOCUHTE3A

yriepoja (10 aHaJOrMH C MUKPOBOJOPOCISMH, CM. puUC. 15 a) 3amaceH B JMNUIHBIX B-TpaHynax B
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nuTo3ose. llpearmosiaraercs, 4ro Takoe 3alacaHue YriepoAa B JIMIUAHBIX TIO00YJIax 3alfuilacT
(boToaBTOTPOGHYIO KJIETKY OT (OTOOKHUCIHUTENIbHOTO moBpexaeHus [Vitova et al., 2015]. Tlpu
BOCCTAHOBJICHHUU (1)0C(1)0pHOI‘ (0] I TaHUA B KJICTKax ILIomansp, 3aHUMacMasa THUJIaKOuJaMun
YBEITUYMBACTCS, MCUE3AI0T JIMIUHBIE [-TpaHyibl, B IIUTO30JI€ 00pa3yrOTCs pUOOCOMBI B OOJBIIIOM

KOJIMYECTBE, UTO NMPUAAET LUTO30JII0 «3EPHUCTOCTH» Ha [IOM-u300pakeHusx.

HaGnrogaembie paznuuus B yabTPacTPyKType TOJOAHBIX 1O (Pochopy KIETKOK U KIETOK MOocie
BOCCTaHOBJICHHsI (POCOPHOTO MUTAHMS COTIIACYIOTCS ¢ JAHHBIMHU JIJIS IPYTUX [HaHoOaKkTepuii [Jensen,
Sicko, 1974; Schwarz, Forchhammer, 2005], mis KOTOphIX TakKe OBLIM MOKa3aHbl aHAJOTHYHBIC

U3MCHCHHUA B THJIIAKOWAaX, IIMTO30JI€ U JIMITNTHBIX B-rpaHynax.

Paznuuust B 971€KTPOHHON TUIOTHOCTH THUIIAKOUAOB Y TOJIOTHBIX 1O (hocopy KIETOK U KIETOK
I0CJIe BOCCTAaHOBJIEHUS POC(HOPHOTrO MUTAHUS MOKHO OOBSICHUTD T€M, 4TO TpH (OCHOPHOM roJI0JaHuN
y IMAaHOOAKTEPUH TPOUCXOIST 3HAYUTEIBHBIC M3MECHECHHS JIMIHIHOTO COCTaBa (POTOCHHTETUYCCKHX
MeMmOpan TuiakougoB [Schwarz, Forchhammer, 2005], 4to BiMseT Ha CpPOJACTBO MeMOpaH K
KOHTPACTUPYIONIUM areHTaM, B TOM YHCIIe, K TETPAOKCHIy OCMUs. BeposiTHee Bcero, B TOJIOAHBIX T10
dbocdhopy KIeTKax JMMUIAHBIA COCTaB MEMOpaH THJIAKOHWJIOB OOECIeYMBaeT MX BBICOKOE CPOJICTBO K

TETPAOKCHUAY OCMHUA, N3-3a UYET0 OHU UMCIOT BBICOKYIO 3JICKTPOHHYIO IINIOTHOCTD.

HaGnronaembple B mpeAcTaBIEHHOW pabOTe 3HAYMTEIbHBIE pPa3IMuMsl B YIbTPACTPYKTYpe
[IMaHOOAKTEPUATBHBIX KJIETOK MpH (ocHOpHOM ToJI0ITaHNHU U TIPH HATHMIUU U30bITKa ocdopa B cpee
KyJIbTUBUPOBAHMSI ONPEAEISAIOTCS M3BECTHBIMU 3HAUUTENIBbHBIMU aJaNTal[HOHHBIMH BO3MO>KHOCTSAMU
IUAaHOOAKTEPUI K N3MEHSIOLIMMCS YCIIOBUAM Cpelibl. AlanTallMOHHbIE BO3MOKHOCTH IIMaHOOAKTEpUil,
KyJIbTUBUPYEMBIX NPHU PA3IMUYHBIX YCIOBMSX (NP IOJOJAHUU MO MAKpO- WIM MUKPOHYTPUEHTaM, Ha
SPKOM CBETYy, B TEMHOTE U Jp.), APKO BBIPAXKAIOTCSA B 3HAYMTEIbHBIX U3MEHEHUAX YIbTPACTPYKTYpPbI
KJIETOK, B TaK Ha3bIBAEMOM YJIbTPACTPYKTYPHOH IITACTHYHOCTH IMaHoOakTepuit [baynuna, 2010, c. 12-
14], sBnsironeiicss 4acTbio (PEHOTHUITNYECKOH IACTHYHOCTH — COBOKYITHOCTH THOKUX CUCTEM OBICTPOTO

AJIAIITUBHOI'O p€arupoBaHuA HHaHO6aKTepHﬁ.

B otHomenun u3menenuii B cocrape AC-pkmoueHuit pesynbratsl st Nostoc sp. PCC 7118 B
MIPEJCTAaBICHHON paboTe COOTHOCATCS € IaHHBIMU, MOJTydeHHBIMU MeToioM [IOM 1 inanoGakTepuii
Plectonema boryanum [Jensen, Sicko, 1974] u Microcystis aeruginosa [Barlow et al., 1979] (cm.
tabn.1), y KOTOpHIX MpH KyJIbTHBHPOBaHUH B OechochOpHOU cpene YBETMYMBACTCS UHCIIO
1uaHoGUITMHOBBIX Tpanyia. s rmanoOakrepuit Agmenellum quadruplicatum [Stevens et al., 1981],
Aphanocapsa sp. [Allen et al., 1980], Synechocystis sp. [Stephan et al., 2000], Anabaena cylindrical
[Lawry, Simon, 1982] Taxxe ObU1O TMOKa3aHO WHTEHCHBHOE (popMupoBaHue IuaHO(UIMHOBBHIX AC-

BKJIFOUEHUH TIpU ToJ0gaHuH 1o Gocdopy.
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UYro kacaercst popmupoBanuss ©oC-BKIIOYEHUH, TO U3 JINTEPATYPHBIX JaHHBIX U3BECTHO, YTO Y
Microcystis aeruginosa Taxxe npu BoccTaHoBiieHHH (ocopHoro nutanust ¢ 4 mo 20 AeHb mocie
no6asyienust pochopa npoucxoaut odpasosanune ®oC-srarouenuii [Barlow et al., 1979]. IIpu stom
9qrcia0 00pa30BaBHIMXCS BKJIIOUEHHH 3aBUCHT OT J00aBleHHON KoHueHTpamuu (ocdopa. Ilpu
no6asnernu Gochopa 10 KOHEUHOH KOHIEHTPAIMU 8 MT 1T © cpexHee uncio odpasopasmmxcs PoC-
BKJIIOYCHUI JIOCTHTaeT MakcuMmyma Ha 12 neHp mocne pobasienus ¢ochopa (19 BriaroueHuit Ha
KIETOUHBIH cpe3), TOr/[a Kak MpH J00aBIeHNH 0 KOHEUHOH KOHIEHTpauy 2 MT 7T + — MakcumyM (12,2
BKJIFOUCHHI Ha Cpe3) JoCTUraeTcs Ha 8 neHb. [IpuHIMNuaisHO, 4TO B yKazaHHO# padote [Barlow et al.,
1979] ue yuuteiBaiics pazmep @oC-BKIIIOUEHHIT HA KJICTOYHBIX CPE3ax, a TOJBKO MX 4YKcio. B ciyuae
pa3nuumii B pazMepe BKIIOYEHUI TOJBKO MO YHCITY BKIIOYCHWH HEBO3MOXKHO JOCTOBEPHO OIICHHTH
pasznuuus B CoAepKaHUU pe3epBoB (pochopa B KIETKAX MPU Pa3audHbIX ycIoBUAX. CTOUT OTMETUTB,
YTO CpaBHEHHE PE3yJbTAaTOB, MOJYUYCHHBIX B Halllel paboTe, ¢ JaHHbIMHU 11 Microcystis aeruginosa B
pabore [Barlow et al., 1979] He siBisieTcst KOPPEKTHBIM, TaK KaK B yKa3aHHON paboTe KyJbTHBUPOBAHUE
manoOakrepun Microcystis aeruginosa B 6ecdochopHoii cpee MPOBOANIM B TCUECHHE BCEro 24 d,
MOCJIe Yero ocyIiecTBIsuH AqobaBnenue ¢pocdopa. Ckopee Bcero, 3a TaKOM HEOOIBIION MEPUO ] BpEMEHU
KJIETKU €Ille He YCIIeIH CTaTh IoJIoAHbIMU 110 (ochopy, TO eCTh U3PacX010BaTh BCE BHYTPUKIETOUHbIE
3amacel Gocdopa 10 OCTAHOBKHU JCICHHs KIETOK. DTO MOATBEPKIaeTCs TeM, uTo B padore [Barlow et
al., 1979] B kyapTHBHpYeMBIX B OechochopHOil cpeie KOHTPOIBHBIX KIETKaX, K KOTOPBIM 4epe3 24 4
MOCJIe HavyaJIa TOJI0IaHus Tak U He no0aBmin docdop, Takxke 00pasyroTcs @oC-BkitoueHus (B cperHeM

2 Ha KJIETOYHBIN Cpe3 K 8 THIO KyJIbTUBUpPOBaHMS, 7 — K 20 AHIO).

[Ipu uccnenoBanuu BozooHoBIeHUs Pochoproro nmutanus Nostoc sp. PCC 7118 Bcran o Bompoc
O TOM, TIPOMCXOJINT JIM B yKa3aHHOU nuaHoOakTepun popmupoanne ®oC-BKIFOUEHHH B IEPBHIE YaChl
mocie go6asieHus Gocdopa, Kak 3T0 MPOUCXOIUT Y MEKPOBOIOpOCei (puc. 17) 1 HEKOTOPBIX APYrHX
rmanoOakrepuii (cM. Tabi.1). s oTBeTa Ha 3TOT Bonpoc aHanu3uposanu kietku Nostoc sp. PCC 7118

yepes 4 yaca nociue no6asnenus pocdopa B cpemdy.

Amnanus MetooM ananutuyeckoit [I9M nokazan, uro mpu nepexoje ot GocGOpHOro roIoaaHus
K M30BITKY Heopranuueckoro ¢ocdopa B cpene uepes 4 daca nocie nodasienus ocdopa B KiIeTkax
nuano6akrepun Nostoc sp. PCC 7118 B niuro3oiie npoucxoaut popmupoBanue @oC-printoueHui (puc.

24 a,B,n). [Ipu 5ToM B KIIeTKax Takke coxpansuuch AC-pkirouenus (puc. 24 a,0,r, npunoxenue 11).

114



r 500 T T T T T T T A 1200 T T T T T T
I | 1000

'3_’, 400 r ]
r 800 - .
g 300 I ]
g 200 _ o ! ;
) | 400
S 100 I
2 _ 200
£ 0 O
= -200
100 . ) [ I . 1 R L
0 1 2 3 0 1 2 3
PaccrosiHne (MKm) PaccrosiHue (Mkm)

Puc. 24 ®opmupoanue dochopcoaepkaniux BKIIOUYEHUN Y HeAUa30TpoGHON IaHoOaKTepun
Nostoc sp. PCC 7118 npu nepexoae oT pochopHOro rosoganus K u30bITKY HEOpraHUIecKoro gocdopa
B cpejie yepes 4 u nocie nobasienus Gocdopa B cpeay. (a) DHeproGuabTPOBaHHBIC B MUKE HYJICBHIX
noreps [I1DM-n300pakeHne THIMYHON KJIETKH C BKIIOUEHHSMH a30Ta U (ocdopa. (0,B) DireMeHTHbIE
kapThl a3zota (0) u docdopa (B), momyueHnoie mMetogoM DDIIOM. (r,n) YcpemneHnnbsie npoduin
WHTCHCHUBHOCTH CHUTHAJIa C COOTBETCTBYIOIIMX KapT azora (r) u docdopa (1), MpoXoAsAlIHue depes
BBISIBJICHHBIE BKJIIOUYEHUS a30Ta U docdopa. YcpeaHeHHble Mpopiid MHTEHCUBHOCTH cuUrHaina (T,n)
MOJIy4eHBI BOJb OCNIbIX JUHUM, MOKa3aHHBIX Ha COOTBETCTBYMOIIUX KapTtax. Ha kapre docdopa (B)
CTpeJoYKaMU TMOKa3aHbl BbISBJICHHBIE (Pochopconepkaliue BKIIOUYEHU. Pe3ynbTaTel MpeacTaBiIeHb
JUI YIBTPATOHKHX CPE30B KJIETOK, He KOHTPACTUPOBAHHBIX YPAHUIAIETATOM U LIMTPATOM CBHUHIIA (CM.
puc. 11). ACB — a3otcojepskaiiee BKIOYeHHE (IHaHO GUIIMHOBAs TpaHyiia), B — JunuaHas B-rpanyiia
BBICOKOH 3JIEKTpOHHON MuioTHOCTH, III'B — rpanyna momu-(R)-3-rugpokcubyrupara, ®CB —
bocdopconepxkaiiee BrioueHne. Macmtabuelii otpe3ok: 0,5 MkmM

Ha puc. 24 (6,8) npencTaBieHsl IeMeHTHbIE KapThl Gochopa U a30Ta, NOJyYeHHBIE METOJ0M
OOIIOM ¢ TunuyHOM KieTku uepe3 4 dvaca mocne pobaBieHus ¢ocdopa, Ha KOTOPHIX YETKO
BosBIsIIOTCE  Po0C- m AC-BKIIIOYEHHUS, COOTBETCTBEHHO (CM. COOTBETCTBYIOLIHE MPOQHIN
MHTEHCUBHOCTU curHaia Ha puc. 24 r,m). Pasmepsr AC- u ®oC-BxmroueHuii uepe3 4 gaca mocie

nobasnenus Gpochopa coctapismu 0,25 go 1,55 mxm u 0,01-0,09 MKM, COOTBETCTBEHHO.
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DHepreTUyecKre OKHa JUIsl IPOBEICHHS HJIEMEHTHOTO KapTUPOBAHUS BBIOMPAJIH, OCHOBBIBASICH
Ha cooTBeTCTBYIOIIUX crekTpax X113 (puc. 25). B cnekrpax XI193 ot ®oC-Brimtouenuii (puc. 25 a)
Nostoc sp. PCC 7118 BeisBnsuncs muku ocdopa (L2 = 136 3B, Lz = 135 3B) u kanbius (L2 = 350 3B,
L3 =347 5B), B cnekrpax ot AC-Bkitouenuii (puc. 25 6) — nuk azora (K =399 3B).
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Puc. 25 Tunnynble cEKTPHI IOTEPh SHEPTUU AIEKTPOHOB, MOJIy4eHHBIE OT PochopcoaepKamux
(a) m azoTcomepkamux (0) BrIrOUeHUN HeamazoTpodHoi muanobakrepun Nostoc sp. PCC 7118. B
cniekTpax oT ¢ocdopcoaepkanux BKrodeHnit — nuku Gocdopa (L2 =136 3B, Lz = 135 5B) u xkanbius
(L2 =350 5B, L3 =347 3B), B criekTpax OT a30TCOAEP)KAIINX BKIOYeHH — mrk a3oTa (K =399 3B). 1
— (oH, anmPOKCUMUPOBAHHBIN CTETICHHOW (PYHKITHUEH, 2 — CIEKTpP A0 BhIYUTaHUsS (PoHA, 3 — CIIEKTp
rociie BbIYMTaHUA (OHA. 3AlITPUXOBAHHBIA NMPSMOYTOJBHUK B CHEKTPaX yKa3bIBaeT AMANA30H, IO
KOTOPOMY pacCUMThIBANACh CTeNeHHas (yHKUMs Ui Bbluntanus GoHa. BeraBka B (0) - yBenuueHHas
4acThb TOTO K€ CIIEKTPa MOCJIe BHIYUTAHUS (JOHA, B KOTOPOM JIMANa3oH JJis pacuera CTeNeHHONW PyHKIUU
IIpU BbIYUTAHUHU (PoHA BBIOpAH HEMOCPEACTBEHHO Mepe] MUKOM a3oTa. CIeKTphl MPeACTaBJICHbI IS
YIBTPATOHKHUX CPE30B KIETOK, HE KOHTPACTUPOBAHHBIX YPAHUIIAIIETATOM M IIUTPATOM CBUHIIA (CM. PHUC.
11)

Kpome dopmupoBanuss @DoC-BKIIOYEHHH, YIbTPACTPYKTYpHBIE OCOOCHHOCTH  KIIETOK
[IUAaHOOAKTEPHH HE M3MEHUIIUCH 110 CPABHEHHUIO C TOJIOJHBIMHE 10 (hocdopy KIIeTKaMu: B KJIETKaX 4yepes3
4 yaca Tak)Ke BBISIBISUTUCH JTUMUAHBIE B-TpanHynsl (puc. 24 a, npunoxxenue 11). Takum oOpazom, B
MepBBIEC YaChI MOCIIE BOCCTAHOBIIEHUS (POC(HOPHOTO MUTAHUS Y HEAUAZ0TPO(DHON ITHaHOOAKTEPHUH eIlle
HE MIPOUCXOJIAT pe3KUe N3MEHEHUS yIbTPACTPYKTYPhI KIETOK (32 uckioueHueM popmuposanus ©oC-

BKJIFOUEHUH).

[IpencraBneHHble pe3ynbTaThl B OTHOMEHUH (opMmupoBanus PoC-BKIIOUECHUH COTNIACYIOTCS €
JAaHHBIMH, TIOJYYeHHBIMU JUis ImaHoOakrepuir Plectonema boryanum [Jensen, Sicko, 1974],
Synechococcus sp. [Grillo, Gibson, 1979] u Microcystis aeruginosa [Jacobson, Halmann, 1982], e
CIIOCOOHBIX K 06pa3013aHmo TCTECPOUUCT, Y KOTOPBIX TAKKC ITPOUCXOUT O6p3.30BaHI/IC HOJII/I(I)OC(I)aTHLIX
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@®oC-BKIIIOYECHHI TIPU BOCCTaHOBIIEHUU (POCHOPHOTO MUTAHUS B TEPBBIE Yachl MOCIE J0OABIICHUS

docdopa (cm. Tabm.1).

B pab6orax [Jensen, Sicko, 1974; Baxter, Jensen, 1980a, b] xymsTuBupoBanue Plectonema
boryanum B 6ecdochopHoii cpeae NMpoBOAWIM B TCUCHHE 5 THEH, MOCIE Yero J00aBIsUIM K KICTKaM
dochop. IIpu sToM Mo mcredyeHun S5 mHEH ronomanus mo ¢ocdopy B KieTkax merogom [1OM
MPOJ0IDKANN BEISBIATECS DOoC-BKITIOUEHUS B OOJIBIIOM KOJIMYECTBE. BBISBIIIEMbIE BKIIIOUEHUST UMENTH
pasmep 10-200 um. Takum oOpa3om, B yka3aHHBIX paboTax kiaerku Plectonema boryanum se moriu
CUMTATBCS TOJIOMHBIMU TIO Pocopy, TaK KaK OHHU €IIe HE M3PAcXOJI0BAaJM BHYTPUKIETOUHBIN 3amac
docthopa. Ognako yepe3 2 waca mocne noOaBieHus ¢ochopa B KIETKAX HAYWHAIU BBISBISITHCS
cpaBHUTENBHO KpymnHble PoC-BKitoueHus ¢ pasmepom ot 200 um g0 1,5 mxm. Cyasg no Bcemy, npu
BOCCTaHOBJIEHHH (POCPOPHOTO MHUTAHHS Nake HE M3PACXOJIOBABIINE BCE BHYTPHKIIETOYHBIC 3amachl
dochopa KIETKH TOABEPKEHBI HM30BITOYHOMY OOpazoBaHuio mosmdocdaroB. B wHameit pabore y
muanoOaktepun  Nostoc sp. PCC 7118 pasmep oOpazoBaBmmxcss @DoC-BKIIOYEHUH TOCIe
BOCcTaHOBIIeHHS (pocopHOro MUTaHUs ObLT HAMHOTO MeHbIie, uem y Plectonema boryanum [Jensen,
Sicko, 1974], u He mpeBbiman 90 HM. Pasnuums B pa3mepax BKIIIOYEHHH MOXHO OOBSCHUTH

0COOEHHOCTSIMH UCCIEAYEMBIX ITAMMOB IIMAHOOAKTEPHUH.

B pa6ote [Grillo, Gibson, 1979] mrtamm Synechococcus sp. kynstuBupoBaiu B 6ecdochopHoii
cpene B TedeHue Bcero Jmmb 24 4. Ckopee Bcero, B yKazaHHOW paboTe Takxke He Oblia TMoJydeHa
rosioaHas mo gocdopy KynbTypa. B Hamiei paboTte mjs moaydeHus rojoHou 1Mo ¢ochopy KyIbTyphl
Nostoc sp. PCC 7118, y koTOpo#l NpeKpaTHINCh ICJICHHUS KICTOK, KICTKH KYJIbTHBHPOBAIH B
oechochopuoit cpene mensix 11 gmeit (cm. pasgen 4.1.4). Crout otmeTuth, uto B pabore [Grillo,
Gibson, 1979] uccnenoBaTeny 106aBIsAIN HCTOUHUK Gocdopa ¢ pagrHoaKTHBHOM MeTKoit 32P. ITpu sToM
onpeeNnsy, Kakas 10 go6asaenHoro gpocdopa 2P uger Ha cunres nomudocdaros. Okaszanock, 4To
B KJIeTkax Synechococcus sp. nocie po6asnenus gocdopa yxe uepes 1 uac aTomsl 2P BHIABIAIOTCA B
cocrase noaudocdaros, a yepes 3—7 4 Gonee 60% HOBOro nobasienHOro pocdopa (¢ curnanom 32P)

HaxoauTCsa B COCTABEC HOJII/I(I)OC(I)B.TOB.

B wuccnenoBanuu BoccTaHOBICHUS (GocopHOro muTaHus uuanobakrepun Microcystis
aeruginosa Takxe MCIOJB30BANIM pAJUOAKTHBHOE MedeHHe 2P jno6apiseMbix (ochaTos s
MOJITBEPXKAEHUS TOTO, YTO BBISABIIIEMBIE B KJIE€TKax Moiudocdarsl AeHCTBUTENBHO 00pa30BalicCh U3
nobasnenHoro HoBoro (ocdopa [Jacobson, Halmann, 1982]. B ykazannoii pabote oOpa3oBaHHe
nomadocdartoB y Microcystis aeruginosa maunnaercs yxxe yepes 20 MuH nocie godasieHus docgopa.
B cnenyromme 6—10 4 (B 3aBHCHMMOCTH OT KOHLEHTpaluu goOaBiieHHOro ¢ocdata) conepraHue

HOJII/I(I)OC(I)H.TOB YBCIMYHUBACTCA U 3aTCM BBIXOIUT HA IJIATO.
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Wrak, B Hamei paboTe mokasaiu, 4yTo MpH nepexone oT GocopHOro ronogaHus K N30BITKY B
cpene HeopraHmdeckoro ¢ochopa B TepBble Yackl mocie nobaBineHuss B cpeny docdopa B
HeauazorpodHoii 1maHoOaktepun Nostoc sp. PCC 7118 Ttak e, Kak ¥ B MHUKPOBOJOPOCIISX,
npoucxomut ¢opmupoBanue @oC-primrouenuit. I[lpum sTtomM ronommeie 1o Gochopy KIETKH
MMaHOOAKTEePHH XapaKTePU3YIOTCS HATMYUEM JIMMUIHBIX B-Tpanyn u AC-BxaroueHui. AC-BKIIOYCHUS

MeTabOIM3UPYIOTCS K CTAIMOHAPHOHU (haze pocTa Mmociie BOCCTaHOBICHUS (POCPOPHOTO MATAHUSL.

5.4.2. ®opMUpOBaHUE dochopconepkammux BKJIIOYEHM I AUA30TPOPHBIMH
HHMAHOOAKTEepPUSMM NPU HAJIMYHMM U IIPM OTCYTCTBHM CBS3aHHOIO a30Ta B cpele

s ompeneneHuss m3MeHeHWid B cocraBe BkmoueHuit Nostoc sp. PCC 7120 mertomom
aHaymtndeckoit [I19M uccenoBaim rosoHbIe TI0 hocdopy KieTku (puc. 26 a,r) u depe3 7 qHEH mocie
no6asienus pochopa K roJoJHbIM KiieTKaM (puc. 26 0,1) npu Hamumuuu (puc. 26 a,0) U pu OTCYTCTBHH

(puc. 26 r,1) KICTOYHUKOB CBSA3aHHOTO a30Ta B CPE/IC.

[Ipn Hamuumum azoTa B cpefie U3MEHEHHUs B COCTaBe BKIIIOUECHMM y nuaHoOaktepun NOStOC sp.
PCC 7120 mpu Bo3o6HOBIeHNU (ochopHOTO MUTaHUs ObUTH TakuMU ke, kKak y Nostoc sp. PCC 7118
(puc. 23): AC-BKJIIOYEHHUS B IIMTO30JIE, 3aMOJHSIONIME TOJOAHBIE 0 (ochOopy KIETKH, MOJTHOCTHIO

cmeHunuch Ha @oC-BKITFOUYECHHS B IIUTO30J1€ K 7 JHIO mocie pobasnenus docdopa (puc. 26 a-B,e).

lNomoansie mo ¢ocdopy kinerku muanodakrepuu Nostoc sp. PCC 7120 nmpu Hamuyuum a3ora B
cpene (puc. 26 a, npunoxeHue 12) uMenu cXoxKue yIbTpacTpyKTypHbIe 0COOEHHOCTH, YTO U TOJIOIHbIE
o ¢ocdopy kiaetku Nostoc sp. PCC 7118 (puc. 23 a), cpeau KOTOPHIX HATUYHE JIMITUIHBIX B-TpaHyl u
AC-BKIIOYEHUH B LUTO30JIE U HEMHOTOYHCICHHBIE JJIEKTPOHHOIUIOTHBIE TUJIAKOUAbI, JaJeKO
oTCTOsIIKE APYT OT Apyra. Pazmep BoisiBisiembix AC-Bkimtouenuid coctaisii 0,2 1o 1,4 mxm. Ha [I19M-
M300paxKeHUIX KIETOK uepe3 7 aHeill mocne nodasneHus ¢pocdopa npu HaAJIUYHM a30Ta B CPeJie YETKO HE
BBISIBIISUTMCH HUKAKHE KIETOUHBIE CTPYKTYphl, Kpome DoC-BKIItOUEHHUI B IUTO30JI€, pa3Mep KOTOPBIX

coctanysun 0,01-0,08 mxm (puc. 23 6).
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Puc. 26 M3menenwus B cocTaBe BKIIOUYCHHI Tra3oTpodHo# uanodakTepun Nostoc sp. PCC 7120
[IPH BOCCTaHOBJICHUHU (pocOpHOTO MUTaHHUs: (a,I) — rojoaHas mo Gochopy KyIbTypa MpHu HaIHIUH (a)
U IpHU OTCYTCTBHHU (I') MCTOYHHUKOB CBSI3aHHOTO a30Ta B cpefe, (0,1) — 7 mHel mocie ao0aBiieHus
dhocdopa K TOJI0IHBIM KIIETKaM IPH HaTu4uH (0) ¥ IMPpU OTCYTCTBHH (/1) MICTOYHHKOB CBSI3aHHOTO a30Ta
B cpene. (a,0,r,n) I[IOM-uzobpaxkeHuss KIETOK, THUIMYHBIX Ui COOTBETCTBYIOUIUX CTaJHii
IKCIIEpUMEHTA. (B,e) TUIINYHBIC SHEPTOUCTIEPCHOHHBIE CIIEKTPhI BBISABIISIEMBIX a30TCOACPKATUX (B) U
dhochopconepkamux (e) BKIrOUeHH. Ha pucyHKe mpeacTaBieHbl THITMYHBIE YHEPTOAUCIIEPCHOHHBIE
CHeKTpbl (cmekTpbl 1,2) COOTBETCTBYIOUIMX BKIIOYEHHUH, MPEJOCTaBISAIONINE KadyeCTBEHHYIO
uHpopMalKio 00 3JIEMEHTHOM COCTaBE aHAJIU3UPYEMOTO0 TOYEYHOIo yyacTka oOpasua (cMm. paszzen
4.3.2). Toueunsie 0baacTu azoTcoaepxaiux (cnekrp 1) u pocdopcoaepxamux (crekrp 2) BKIFOUYCHUI,
C KOTOPbIX CHHUMAJM CIEKTPbl 1-2, OTMEYEHBl CTpEIOYKaMH C COOTBEeTCTBYoLIeH nudpoi. I1OM-
M300paKeHUsI U CIIEKTPhI MPEICTABIIEHBI I YIbTPATOHKUX CPE30B KJIETOK, HE KOHTPACTUPOBAHHBIX
ypaHunaneratom u uumrtparoM cBuHnoa (cm. puc. 11). ACB — a3oTconepikaiiee BKIIOUCHHUE
(umanoduuMHOBasA rpaHyna), B — aAuNuUAHAs B-rpaHysaa BBICOKOW 3IIEKTPOHHOM IuioTHOCTH, ITI'b —
rpanyna nonu-(R)-3-ruapokcudyrupara, T — trnakouas, ®CB — ¢docdopcoaepxaliiee BKIFOUCHHUE.
MacmraGusle otpesku: 0,5 MKkM

B orcyrctBue a3oTa B cpene B ronomHbix mo docdopy kimerkax Nostoc sp. PCC 7120
BhIsBIsLTHCH [11'B-comeprkaliue rpanysibl B B HEKOTOPBIX 00JIACTSX Cpe3a OUepTaHus TUIAKOUIOB (pHC.

26 1). Kierounsle CTpyKTypbl B JPYTrUX ydacTKax cpe3a He ObUIM pa3auuuMbl. Yepes 7 aHelt mocne
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BOCCTAaHOBJICHHsI (OCHOPHOrO MHUTAHHUS U3 KIETOYHBIX CTPYKTyp Ha IIDM-u300pakeHHsIX YEeTKO

paznuuuMbl ObLTH TOJIEKO PoC-BKItOUeHHs B 1IMTo301e ¢ pazmepamu 0,01-0,07 mxwm (puc. 26 ).

HeB03MOXHOCTD pa3aMyuTh KJIETOYHbIE CTPYKTYpHI B manoOakrepun Nostoc sp. PCC 7120 na
IIpe/ICTaBICHHBIX U300paxeHusX (puc. 26 6,r,1) npu aHanu3e MeTo1aMu aHanuTuueckoi [I9M cs3ana
C OTCYTCTBHEM KOHTPACTHPOBAHMS MCCIIEAYEMOro 0o0pas3lla ypaHWIAleTaTOM M IHUTPAaTOM CBHHIA,
MOCKOJIBKY B KOHTPAaCTHPOBAHHBIX AITHMHU coeamHeHusMH oOpasuax Nostoc sp. PCC 7120 (cwm.

npunoxernus 12 u 13) BRISABISUIMCH T€ K€ KIETOUYHBIE CTPYKTYPHI, 4TO U B InaHoOakrepuu NOSLOC sp.

PCC 7118 (puc. 23, npunoxenue 11).

B otcyrcTBHE a30Ta B cpefie Kak B TOJIOAHBIX M0 (ocopy KIETKax, Tak U B KIETKax uepe3 7
nHel mocie nobasieHust Gocdopa AC-BriFOUSHHs HE BBISBISUIHCH (puC. 26 T, npuioxenne 13). [Ipu
sToM akkymynupoBanue DoC-BkirodueHHM B KJIeTKax uepe3 7 aHeW mocne aobaBieHus Qocdopa
MIPOMCXOIIIO TaK)Ke, KaK W MPH HAIW4YMK a30Ta B cpene (puc. 26 m,e, npunokenue 13). BepositHee
BCEro, MPHU OTCYTCTBHUHU CBSI3aHHOTO a30Ta B Cpeje TMpoIecc a30T(PHUKcaUu 0O0eCTIeYrBaeT KICTKH
a30TOM JIAIIH JJIS TIOICPKaHUS )KU3HEIEATETLHOCTH, a TAK)KE JUIS ISTICHUS M POCTa Tocie T00aBICHUS
dbochopa, 1 He MO3BOJSIET KIETKAM HaIpaBiIATh a30T Ha CHUHTE3 3amacaronux AC-BKIIOUYEHUH —

MaHO(QUIIMHOBBIX T'PaHyI.

Takum o00pazoM, TpW HaJIMYMK a30Ta B CpeAe peakuus IUa30TPOoPHON ITMaHOOAKTEPHH
Nostoc sp. PCC 7120 na orcyrcTBue Gocdopa u Ha MoCIeayromiee ero 100aBjaecHNe CX0Ka ¢ peakiuen
Nostoc sp. PCC 7118 (puc. 23) u mukpoBogopocieii (puc. 15) — mpu rosoganuu rmo ¢pochopy B KIETKax
BosiBIsitOTC  AC-BkItoueHUs: M He jAerektupyrorcs ®oC-BiiroueHus, a MpU BO30OHOBICHUH
¢dbocdopuoro nutanus AC-BKIIOUEHH pacXoaytoTcs, a u30bITOK (hocopa HakarirBaeTcs B Buse PoC-
BKItoUueHUH. [Ipu oTrcyrcTBUM a3ota B cpele akkymynupoBaHue PoC-BKIOYEHHM B KJIETKaxX IMpHU
BO300HOBIEHUH (HOCPOPHOrO MUTAHUS TAKKE MPOUCXOIUT, OJTHAKO, B KJIeTKax He ¢opmupyrotcss AC-

BKIIFOUYCHHA.

UToOBl OTBETUTH HA BOIPOC, Kak auazoTpodus Bauser Ha (opmupoBanue PoC-BKIIOUEHUN
nanee ananusupoBanu kietku Nostoc sp. PCC 7120 yepes 4 yaca nocne nobasienus pochopa B cpeny
KaK [P HATMYUH, TaK ¥ IPU OTCYTCTBUHU a30Ta B cpejie. DJIEMEHTHOE KapTUPOBaHUE MTOKA3aI10, YTO MPH
nepexojzie oT (ochopHOro rojgogaHus K U3OBITKY HeopraHuueckoro ¢ocdopa B cpene yepes 4 vaca
nocne jpobasineHus Qocopa B kierkax wnuanHoOaktepun Nostoc sp. PCC 7120 mpoucxoaur
dbopmupoBanrne ®oC-BritoueHuit B 1uro3one ¢ pazmepamu 0,01-0,07 MKkM HE3aBUCUMO OT HAMYHUS
azota B cpene (puc. 27 a,B,1,e,3,K). [Ipr 5TOM B KJIeTKax IpH HATMYHUH a30Ta B CPEJIE TAKIKE COXPAHSIINCH
AC-BriroueHus B nuto3osie ¢ pazmepamu 0,2-1,4 mxwm (puc. 27 a,0,r), TOrAa Kak Ipu OTCYTCTBHH a30Ta

B cpene AC-BKITIOUEHUS HE BBISBISLTUCH (pUC. 27 €,K,1).
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Puc. 27 ®opmupoBanue docdopconepkanmx BKIOYCHUNH Y IUA30TPOGHON IMaHOOAKTepUn
Nostoc sp. PCC 7120 mpu Hanmuuuu (a-1) ¥ MpU OTCYTCTBHH (€-K) a30Ta B cpele MpH MEepexojie OT
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docdopHoro ronoganus K U30BITKY Heopranudeckoro docdopa B cpene uepes 4 1 mocie 100aBIeHUST
dochopa B cpeny. (a,e) DHepropuIbTpOBaHHBIC B MUKE HYIEBBIX MOTeph [IDM-u3o0pakeHus
THUITMYHBIX KJICTOK C BKIIFOYCHUAMH a30Ta U Gocopa (a) 1 ToJibKO BKItoUeHUssMHU (ocdopa (e). (0,B,%,3)
DneMenTHble KapThl a3oTa (0,k) u Qocdhopa (B,3), momydeHHbie MmeTogoM ODIIOM. (r,1,1,K)
VYcpennennsle npouiv UHTEHCUBHOCTH CUTHaja C COOTBETCTBYIOLIMX KapT azota (T,u) u ¢docdopa
(1,K), MpOXOASIIME Yepe3 BhISBICHHBIC BKIFOUCHUS a30Ta (T) u ocdopa (1,K). YcpeaHeHHbIe Tpodhuiin
WHTCHCUBHOCTHU CUTHaua (T,M,1,K) TOJIy4eHBI BJIOJIb OCJIBIX JTMHHMA, MOKa3aHHBIX HA COOTBETCTBYIOLINX
kaprax. Ha xaprax c¢ocdopa (B,3) crpermoukamu IOKa3aHbl BBIABICHHBIE (hochopcoaepkaime
BKJIIOYCHHUS. Pe3ynbTaThl peACTaBICHbI s yIbTPATOHKUX CPE30B KIETOK, HE KOHTPACTHPOBAHHBIX
ypaHuiganeratom # uTpatoM cBuHma (cm. puc. 11). ACB — asorconepikaiinee BKIFOUCHHE
(unanouuuHOBas TrpaHyna),  — JunuaHas B-rpaHysia BbICOKOM 3JIEKTPOHHOW MJIOTHOCTH, T —
tunakouibl, ®CB — docdopcoaeprkaliee BKIIOUCHNUE

Crrektpsr XI19D ot @oC-rmouennii 1 AC-srmodernii Nostoc sp. PCC 7120, ucronb3yembie
[IPH BBIOOPE SHEPTETUYCCKUX OKOH TS 3JIEMEHTHOTO KapTHPOBAHHUS, ObUTH aHAJIOTMYHBI CIIEKTPaM ISt

Nostoc sp. PCC 7118 (nmpunoxenwue 14, puc. 25).

Kpome dopmupoBanuss @DoC-BKIIOUEHHH, YIbTPACTPYKTYpHBIE OCOOEHHOCTH  KIIETOK
nunanobakrepun Nostoc sp. PCC 7120 He m3MEHWIHCH MO CPaBHEHUIO C TOJIOAHBIMH TI0 (ochopy
KJIETKaM¥ MPY HATMYUH U TIPU OTCYTCTBUU a30Ta B cpefe (puc. 27 a,e). Takum 00pa3om, B IEpBBIC Yachl
1mocJjie BoccTaHoBIIeHUs (pochopHOTO MUTAHUS y AMA30TPOPHON MMAHOOAKTEPUH €IIIe HE MPOUCXOIST

pe3Kue U3MEHEHUs YIbTPACTPYKTYPHI KIETOK (3a uckitoueHrueM GpopmupoBanus @oC-BKIIIOUEHUH).

Ha Hacrosimuii MOMEHT B IOCTYITHOM HaM JIMTETPATYpE OKa3aJIOCh TOJIBKO OJTHO UCCIICAOBaHHE
M30BITOYHOTO HAKOTUICHUS MOH(POCHaTOB y AMA30TPOPHBIX TETEPOIIUCT-00pa3yIOMUX THaHOOaKTepUit

pu BoccraHoBieHun Gochoproro muranus [ Livingstone, Whitton, 1983].

B nmamnoii pabore mokazaHo, uto B auaszoTpodHoi mmanobGaktepuu Calothrix parietina
MPOKCXOAUT oOpazoBanue mosnudocharusix PoC-BKIIOUCHHUN Yke depe3 15 MuH mocie 1o00aBieHUs
dochopa k romommeiM Kiaerkam [Livingstone, Whitton, 1983] (cm. Ta6a.1). B mamHoii paGore
JEHCTBUTENILHO OBLIH TMOJIy4eHBI TOJIOIHBIC TI0 GocOopy KIETKH, TOCKOJIbKY Ha MOMEHT JA00aBJICHHUs
docdopa neneHus UX KICTOK yxe Npekpatuiuchk. CTOUT OTMETUTh, YTO OlleHKa oOpa3oBanus DoC-
BrodeHunit  Calothrix parietina  mpoBoauiach ¢ HCHOJB30BAHHEM CBETOBOM MHKPOCKOITHUH,
CONPSDKCHHON € KOHTpacTHpOBaHUEM MOJIH(OCHATOB OCHOBHBIMH KpacHUTelIsIMHU. TakuMm oOpasom, B
anobakrepun Calothrix parietina yxe uepe3 15 mun mocie mobasnenus (ochopa obpasyroTcs
J0CTaTOYHO KpymHbIe nonudocharasie @oC-BKIIFOUCHUS, PA3IMIUMbIC B CBETOBOI MUKPOCKOIT (OoJee
200 um nuamerpoMm). B Hamelt pabore y auazotpodnoit imanodakrepun Nostoc sp. PCC 7120 paszmep
oOpazoBasiuxcs yepe3 4 4 @oC-pritouenuii He npeBbiman 90 um. B padote [Livingstone, Whitton,

1983] Bce oaTambl JKCIEpUMEHTa MO BoccTaHOBiIeHHIO QocdopHoro muranus Calothrix parietina
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NPOBOIMJIM TIPH OTCYTCTBHU MCTOYHUKOB a30Ta B CPEJIC, TO €CTh B yCIOBUSX, Ipu koTtopbix Calothrix
parietina oOpa3yeT reTepoLUCThl W OCYLISCTBISCT (uKcanuio atMochepHoro asora. JlaHHbie 1O
n30bITOYHOMY OOpasoBanuto mnosmdocdaros B auazorpoduoit Calothrix parietina npu orcyrcTBum
UCTOYHHKOB a30Ta B CPEIC COIMNIACYIOTCS C pe3yJbTaTaMM, MOJYYCHHBIMH B Haiieil padore s
mrazotpodHor manodakrepun Nostoc sp. PCC 7120: mpu ocymiecTBiIeHUH AUa30TPOGUH B TIEPBBIE
yacel Imociie Jo0aBieHust ¢ocopa K TOJOJHBIM KiI€TKaM Hpoucxoaut ¢opmupoBanue PoC-
BkioyeHui. Onnako Hu B padote [Livingstone, Whitton, 1983], uu B apyrux HCCIICOBaHUAX HE
OLICHMBAJIM  M30bITOUHOE oOpa3zoBaHue mnonudocharHpix DoC-BKIIOYEHUH  IUa30TPOPHBIMU

OaKkTepusIMU IIPU HAJIMYUHU a30Ta B Cpejie.

Wrak, mosrydeHHbIE B TIPEACTABICHHOW padoTe pe3yIbTaThl MO3BOJISIOT CAETIATh BHIBOA O TOM,
9TO MpH 1epexo/ie 0T GochOPHOTO roJI0JaHHs K U30BITKY HEOpraHnueckoro gocgopa B cpesie B IepBhIe
gacel mociie goGarieHus Qocdopa kimerkm muazorpodHoi mumanobakTepun Nostoc sp. PCC 7120
dopmupyror @oC-BKIIIOUEHHUS TaK e, KaK U KIETKH POJCTBEHHOW el HeAua3oTpoHOU OakTepuu
Nostoc sp. PCC 7118 u xietkn MukpoBogopocieii. [Ipu 3ToM npy HamTu4nuu CBSI3aHHOTO a30Ta B Cpezie
B TosIoAHBIX TI0 pochopy kimeTkax Nostoc sp. PCC 7120 eeisiBisirorcest AC-BKITFOUSHUS, TOTa KaK TIpH
OTCYTCTBHMHM CBSI3aHHOTO a30Ta B Cpe/ie TaKue BKIIOYEHUs HE BBIABIAIOTCS. B mpencrasienHoil padorte
BIIEPBbIE MMOKA3aHO, YTO HAIIMYHUE CBSI3aHHOTO a30Ta B CPeJie HE BIMSET HA CIIOCOOHOCTH TUa30TpodHOI
nunanobakrepun Nostoc sp. PCC 7120 dopmupoBate ®oC-BKIIOYEHUS B TEPBbIE Yachl MOCIE
no6asiienns pochopa. Takum obpazom, rosogaromiue 1mo Gochopy KyIbTyphl Kak AHa30TPO(HBIX, TaK
1 HeIMa30TPO(HBIX IMaHOOAKTEPHIl ABJIAIOTCS NEPCIEKTUBHBIMU TSI Pa3pabOTKH OMOTEXHOJIOTUECKUX
cucTteM, o0ecreunBamIUX ObicTpoe u3bsATHE (pochopa U3 crouHbix Boa. Kpome Toro, npumeHeHue
MeTo/10B aHanuTuyecko [IOM mo3BOJIMIO MONYYUTh BAXKHYIO MHPOPMAIUIO O MPEICTaBICHHOCTU
BKJIIOUEHUH a30Ta 1 ocdopa y unaHoOaKTepuil, JOMOIHSIONIYIO O0IYI0 KAPTUHY YIABTPACTPYKTYPHOU

peopraiu3aliy KJIeTKU [P aKKIUMAaIiK K 1euiuTy U u30bITKY Gocdopa B cpee.

123



5.5. PacxogoBanue u ¢gopMupoBaHHe a30TCO/AEPKAIMX BKJIWYECHUIH MHUKPOBOI0OPOCIeil npu
a30THOM I'0JIOJJAHHUH M IIPH Nepexoje 0T A30THOI'0 I'0JIOIAHNS K M30bITKY HEOPraHN4YeCKOro a30Ta
B cpene

5.5.1. ®opmMupoBaHue a30TCoAePKAMMX BKIKYeHUIT — 00l1ee CBOWCTBO NpeacTaBuTe el
PA3JIMYHBIX IPYNII MUKPOBOAOpOCIeii

ITpu paboTe Hax NaHHBIM pPa3[eOM AWUCCEPTAIMH HCIOJIB30BAHBI CIEAYIOLINE MyOIUKaluu
aBTOpa, B KOTOPBIX, coriacHo [IojoKeHHI0 O NMpUCYKIEHUM ydeHBIX creneHed B MI'Y, oTpaxeHsl
OCHOBHBIE PE3YJIbTATHI, ITOJIOKEHUS U BBIBOJBI NUCCIIETOBAHUS:

(1) Shebanova, A. Versatility of the green microalga cell vacuole function as revealed by
analytical transmission electron microscopy / A. Shebanova, T. Ismagulova, A. Solovchenko, O.
Baulina, E. Lobakova, A. Ivanova, A. Moiseenko, K. Shaitan, V. Polshakov, L. Nedbal, O. Gorelova //
Protoplasma. — 2017. — V. 254. — P. 1323-1340;

(2) Kokabi, K. Metabolomic foundation for differential responses of lipid metabolism to nitrogen
and phosphorus deprivation in an arachidonic acid-producing green microalga / K. Kokabi, O. Gorelova,
T. Ismagulova, M. Itkin, S. Malitsky, S. Boussiba, A. Solovchenko, I. Khozin-Goldberg // Plant Science.
—2019. - V. 283. - P. 95-115;

(3) Ismagulova, T. A new subarctic strain of Tetradesmus obliquus—part I: identification and
fatty acid profiling / T. Ismagulova, K. Chekanov, O. Gorelova, O. Baulina, L. Semenova, I. Selyakh,
O. Chivkunova, E. Lobakova, O. Karpova, A. Solovchenko // Journal of Applied Phycology. — 2017. —
https://doi.org/10.1007/s10811-017-1313-1.

B Hacrosiee BpeMsi B HayyHOU JUTepaType MPUCYTCTBYET HE TaK MHOIO YHNOMHHAHHHA O
BbIsiBIICHHH AC-BKITIOYEHHI B MUKPOBOAOPOCISX, 11 KOTOPBHIX MOATBEPKACH UX dJIEMEHTHBIN COCTaB
(cMm. pazmen 3.4.3). B xoze mpoBeaeHus Haieil paboThl MBI OOHAPYKHIIH, YTO aKKymyinupoBanue AC-
BKJIIOUEHUH B BaKyOJSX MPHCYIIE MPEACTABUTEISIM PA3IUYHBIX TPYII MHUKPOBOJOPOCIEH mIpU

OTIpeIeNIEHHBIX YCIOBUSIX KyIbTUBHUpOBaHUS (puc. 28, puc. 15 a,r).

[Tomumo cBOOOIHOXKMBYILEH TUHOGUTOBOW MHUKPOBOAOpPOCHU (puUC. 28 1,e) CIOCOOHOCThIO K
dopmupoBannio AC-BKIIOYCHHN TakkKe 0ONagaiv 3eJeHbIE CBOOOJHOXKHMBYIUE MHUKPOBOIOPOCIH
L. incisa 2468 u3 cemeiictBa Trebouxiaceae (kieTku uepe3 24 4 mocjie BO30OHOBJIEHHS a30THOTO
nutanust) (puc. 28 r, mpunoxenue 15) u C. vulgaris IPPAS C-1 u3 cemetictBa Chlorellaceae (romoansie

no ocdopy kietkn) (puc. 15 a,r).
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Puc. 28 ®opmupoBaHue a30TCOACPKANMX BKIFOUCHUH MPEACTABUTEISAMHU PA3IUIHBIX TPYIIIT
MHKPOBOJIOPOCIIEii: (a) — 3eIeHast CBOOOTHOXKHMBYIIIass MUKpPOBogopocis Tetradesmus obliquus IPPAS
S-2023 u3 cemeiicTBa Scenedesmaceae, KyabTypa Ha 3KCIIOHCHIMAIBHOM (aze pocta; (0,B) — 3emeHas
cuMOuoTHYeCKass MUKpoBogopocias Desmodesmus sp. IPPAS S-2014 u3 cemeiictBa Scenedesmaceae, 9
JICHb KYJIbTHBHPOBAaHHUS Ha cpelie ¢ a30ToM; (I) — 3eJieHas CBOOOIHOKMBYIAST MHUKPOBOJOPOCIH
Lobosphaera incisa SAG 2468 u3 cemeiictBa Trebouxiaceae, 24 4 mociie BO30OHOBIICHHSI a30THOT'O
nuTaHus; (11,6) — JUHO(GUTOBAas CBOOOHOXKHUBYIIAs MUKpOoBogopocis Amphidinium carterae NCMA
CCMP1314 u3 cemeiictBa Gymnodiniaceae, 26 4 mocie BO300HOBJIEHHS a30THOrO murTaHus. (a,0,r,1)
[IOM-u300paxenus KIETOK MHKPOBOJOpOCIEH: a,0,]1 — TOJICThIE cpe3bl 0€3 KOHTPAaCTUPOBaHHUS
ypaHWJIALEeTaTOM U LIUTPATOM CBUHIIA; T - YABTPATOHKHE CPe3bl, KOHTPACTUPOBAHHbBIC YPAaHUIIALIETaTOM
U nuTpatoM cBuHL@ (cM. puc. 11). (B,e) THIUYHBIC dHEPrOIUCICPCUOHHBIC CIIEKTPHI BBISBIISICMBIX
azoTcojiepkaiux BriIroueHuii Desmodesmus sp. IPPAS S-2014 (8) u Amphidinium carterae NCMA
CCMP1314 (e). Ha pucyHke mpeacTaBieHbl 3HEProAMCHEPCUOHHBIE CIEKTPbI, MPEI0CTABISAIOIINE
Ka4eCTBEHHYIO MH(POPMALHIO 00 3JI€MEHTHOM COCTaBE aHAJM3UPYEMOT0 TOUYEYHOIo yyacTka oOpasia
(cMm. paszmen 4.3.2). CriekTpsl a3oTcoaepxaniux BKiIroueHuit Tetradesmus obliquus IPPAS S-2023 u
Lobosphaera incisa SAG 2468 Obiiu aHamoruyabl (cM. mputokeHue 15). Touednsie 006acTH
a30Tco/IepKaIlUX BKIIOUEHUH, ¢ KOTOPBIX CHUMAJHN CIIEKTpPbI, OTMeUeHb! OenbiMu cTpesoukamu. ACB
— a3zoTcojeprkallee BKiIoueHue, B — Bakyons, K3 — kpaxmanbHoe 3epHo, JII' — nunuanas riobyina,
IT— nupenounn, ®CB — pochopconepkaiee BkItodeHne, X1 — xjaoporiact. MacimTaGHble OTPE3Ku:
0,5 Mxm
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Kpome Toro, 61M3KOpOCTBEHHBIC MPEACTABUTENN 3EJICHBIX MUKPOBOJOPOCICH U3 CeMEHCTBa
Scenedesmaceae, a UMEHHO CBOOOIHOXHBYIIIas MHUKpoBoAopocib T.obliquus S-2023 (puc. 28 a,
npuiaoxenue 15) u cumOroTHYECKass MUKpOBOopocib Desmodesmus sp. S-2014 (puc. 28 6,B), Takxke
o0Jsiaianu crocoOHOCThIO aKKyMYJIHPOBATh B Bakyossix AC-BKJIFOUCHHS TPU HAIMYUK a30Ta B Cpele.
[Itammbr MukpoBogopocieir T. obliquus S-2023 u Desmodesmus sp. S-2014 oTHOCATCS K OJHOM
reorpaduueckoit rpymnme (6eToMOpcKue ImTaMMbl, cM. pasaensl 4.1.3 u 4.1.6), HO K KOHTPACTHBIM
aKoJormYeckuM rpymmam: T.obliquus S-2023 seisiercst cBoboaHOXKMBYIIEH, a Desmodesmus sp. S-

2014 — cuMOHOTHYECKOH MUKPOBOIOPOCIBIO.

Takum oOpa3om, MoydeHHbIE B IMPEICTABIECHHON paboTe pe3yabTaThl MO3BOJISIOT JOMOIHUTH
YK€ U3BECTHBIA M3 JIMTEPATYypPHBIX AAHHBIX CIIUCOK MUKPOBOJOPOCIHEH, Al KOTOPBIX MOJATBEPKICHO

akkymysupoBanue AC-BKIIIOUEHUI B KieTKax (cM. Tad:1.6).

B coBokynHOCTH, OITyOJIMKOBAaHHBIE APYTUMU UCCIIETI0BATENISIMH U NIOJTyYeHHbIE B Halllel paboTe
(Tabn. 6) maHHBIE MO3BOJIAIOT 3aKIIOUUTh, YTO (hopmMupoBanne AC-BKIIIOUEHHUI B BaKyOJIsX SIBISIETCS
OOLIMM CBOMCTBOM pa3iMYHBIX — KaK 9KOJOTHYECKH (CBOOOTHOKUBYILIUX U CUMOMOTUYECKHX), TaK U
TaKCOHOMHUYECKH (pa3HbIX CEMEWCTB IUHOQHUTOBBIX M 3€IEHBIX MHUKPOBOAOpPOCHEH) — rpynn

MHKPOBOJIOPOCIICH.

5.5.2. Xwumuyeckas TPHPOAA A30TCOAEP:KANMUX BKJIWYEHUH MHKPOBOAOPOCIEH
Desmodesmus sp. m Amphidinium carterae

Ha mwnactosimiuii MOMEHT wu3BeCTHO, 4TO AC-BKIIOYEHHS MHMKPOBOJOPOCICH COJepkKaT
XUMUYECKHUE COCAMHEHUS, OTHOCSIIMECS K IypHHAM, a IMEHHO MOYEBYIO KHCJIOTY JIUOO TYaHUH (CM.
paszaen 3.4.3). Ucnons3oBanue aHaauTryeckoii II9M mo3BossieT HOATBEPANTSL Haiauuue a3zota B AC-
BKJIFOUEHUSX MHUKPOBOJIOPOCIEH U MOJY4UTh MH(GOPMALUIO O CYOKIETOUHOM pACIpeAeTICHUH ITHUX
BKJIIOUEHUH, OJHAKO, YKa3aHHBIH METOJ| HE NPENOCTaBlseT MH(POPMAIMIO O TOYHOM XHUMHUYECKOM
COCTaBe ATUX BKJIOYEHUH. C MOMOIIBIO METO/Ia JIa3€pHOM CKaHUPYIOIIEe MUKpo-crekrpockonuu KP
MOJKHO OIpENeNIUTh XUMHUYECKyIo mpupony AC-BritoueHHH MuUKpoBojopociei [Moudiikova et al.,
2017a]. DTOT METOH WCMONB30BAIU JUISl ONpElNeieHUuss XuMuueckoro coctaBa AC-BKIIOUYEHUN

MuKpoBoopocieit Desmodesmus sp. S-2014 u A. carterae CCMP13 14, uccnenyemsix B Hatiieit padore.

126



Tadn. 6 Irammel AC-BKJIIOYEHUS C

MOATBCPKACHUECM UX 3JICMCHTHOI'O COCTaBa

MHUKPOBOJOPOCJIE€H, B KOTOPBIX BBISABIECHBI

[HtamMmm ‘ CewmeiicTBO | CuMOMOHT/CBOOOTHOKUBYIIIHIA ‘ Ccbuika Ha paboTy

JAunodpuToBBIE MUKPOBOAOPOCIH

Symbiodinium sp.

Symbiodinium sp.

Symbiodiniaceae

CUMOHMOHT KOPaJIOBOTO
noJma Aiptasia sp.

[Clode et al.,
2009]

CUMOHOHT KOPaJIOBOTO
noJuma Pocillopora

[Kopp et al., 2013]

damicornis
Gonyaulax polyedra Gonyaulacaceae CBO0OOTHOKUBYIITHIA [DeSa, Hastings,
1968; Fogel et al.,
1972]
Amphidinium carterae | Gymnodiniaceae CB0OOTHOKUBYIIN I OTta pabota
NCMA CCMP1314
3eJieHbIe MUKPOBOAOPOCIH
Tetraselmis suecica Chlorodendraceae CB0OOTHOKUBYIIIH [Nassiri et al.,
CCALA 1997]
Chlorella vulgaris Chlorellaceae CBO0OOTHOKUBYIITHIA Drta paboTa
IPPAS C-1
Lobosphaera incisa Trebouxiaceae CB00OOHOKHBYIIHIA Drta paboTa
SAG 2468
Desmodesmus Scenedesmaceae CB00OOHOKHBYIIHIA [Moudiikova et
quadricauda CCALA al., 2017a]
Tetradesmus obliquus CB00OOHOKHUBYIIHIA Drta paboTa
IPPAS S-2023
Desmodesmus sp. CHUMOHMOHT THAPOUIHOTO [[[Ie6anoBa, 2017,
IPPAS S-2014 nosma Dynamena pumila C. 106-111], sta
paborta
Oxpo¢puToBbIe MUKPOBOAOPOCIH
Trachydiscus minutus | Pleurochloridaceae CBO0OOTHOXKUBYIITHI [Moudiikova et
al., 2017a]
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[IpoBenenusbIit ananu3 nokasai, yto AC-BKIIOUEHHS UCCIEAYEMbIX MUKPOBOJAOPOCIIEH COCTOSIT
u3 ryanuHa (puc. 29). Ha kaprax BHYTPUKJIETOYHOTO pACIpEICICHUs T'yaHWHA ISl MCCIEAYeMbIX
MUKpPOBOZOPOCICH OTYETIMBO BUIHBI sipkue BKiIroueHus (puc. 29 B,e), cnektpbl KP (puc. 29 x,
npuioxkeHue 16) oT KOTOphIX cOOTBETCTBYIOT criekTpy KP ryanunna B mukpoBogopocisix [Moudiikova
et al., 2017a]. AC-BriroucHHs Ha KapTax pacrpeae/icHus ryanuHa (puc. 29 B,e) COBMaaalT ¢ Oosee
TEMHBIMH OOJIACTSIMHU Ha KapTax pacrpeieieHus OMoMosiekyn ¢ OonpmmM kojmdectBoM CH-csizeit
(smumzet, Oenku, yraeBosl) (puc. 29 6,1), MOCKOJIBKY T'yaHHH UMeeT He3HaYuTeIbHOe KommuecTBo CH-
CBsI3ei B €ro CTpyKType (cM. puc. 9) ¥ MOATOMY BHOCUT HE3HAUUTEIbHBIN BKJIA]] B MOSIBIICHUE TIOJIOCHI
2934 cm B cextpe KP (puc. 29 x, npunoxenue 16). K xapaxrepucruueckum nosnocam KP B criektpe
I'yaHHHA OTHOCSATCS HoJockl 649, 938, 1235 u 1264 cm™® (puc. 29 x, npunoxenue 16, npunoxenue 17).
JIy1st osTydeHust KapT pacrpesieleHus ryanuna (puc. 29 B,e) HCIOIb30Bau rosocy 649 cm™, mockompky
yKa3zaHHas 1oJjoca 00J1a1aeT BbICOKOM HHTEHCUBHOCTBIO U HE MEPEKPHIBAETCS C CUTHAJIAMU OT JIPYTHX

OMOMaKpOMOJIEKYIT B KJIETKax MUKpoBogopocieit [Moudiikova et al., 2017a].

Takum 06pazom, METOJIOM J1a3epHON cKaHupyrollel Mukpo-cnektpockonuu KP nokazanu, uto
AC-BKITIOUEHUS] CHMOMOTHYECKOW 3eieHol MukpoBogopociu Desmodesmus sp. S-2014 wu
cBOOOTHOXUBYIIEH nuHO(HUTOBON MukpoBogopociu A. carterae CCMP1314 snstorcst mypuHamu, a

HMCHHO BKIIIOYCHUSAMMU I'YaHUHA.

[lo maHHBIM K3 TUTEPATyphl HA HACTOSIIIUNA MOMEHT BCE CUMOMOTHYECKHE MUKPOBOJOPOCIH, Y
KOTOPBIX HICHTU(PHUITUPOBAH XUMHUYEeCKui coctaB AC-BKiIrOUeHUH, coqiepkat AC-BKITIOUEHUS MOYECBOM
kucinotel [Clode et al., 2009; Kopp et al., 2013]. IIpumedaTenbHO, YTO BCE CHMOHOTHYECKHE
MHUKPOBOJIOPOCIIH, Y KOTOPBIX UACHTU(PHUIMPOBAH XUMUYECKH cocTaB AC-BKIIOYEHHI, OTHOCATCS K
nuHO (uToBRIM MEKpOBOAopocisiM [Clode et al., 2009; Kopp et al., 2013]. B ¢Bs31 ¢ BBIIIEU3I0KECHHBIM,
uccieayeMas B Haieil pabote MukpoBogopociib Desmodesmus sp. S-2014 siBisieTcst IepBOi H3BECTHOM
CUMOMOTHYECKONH MUKPOBOIOPOCIBIO, aKKYMYIUPYIOIIEH a30T B BU/I€ TYaHUHA, @ HE MOYEBOM KUCIIOTHI.
[Ipu 5TOM naHHBIE, MOTYYCHHBIE B Hallel paboTe s yKa3aHHONH CUMOMOTHYECKONH MUKPOBOIOPOCIIH,
COTJIACYIOTCSl C pe3yjibTaTaMM ISl POJACTBEHHOU €l CBOOOJHOXKUBYIIECH 3€1eHOW MHUKPOBOJIOPOCITU

Desmodesmus quadricauda, st KOTopoii Takxke ObUIO MOKa3aHO Ha4yKe ryaHnHa B AC-BKITFOYCHHSIX

[Moudtikova et al., 2017a].

Hakomnenne AC-BxiroueHuit B ¢opme TIyaHMHa OBLIO TOKa3aHO [Uisi JAWHO(UTOBOMN
cBOOOIHOKUBYIIEH MuKpoBogopociu Gonyaulax polyedra [DeSa, Hastings, 1968; Fogel et al., 1972].
Taxum o0pa3oM, pe3ynbTaThl, MOTy4eHHBIE B Hallel padote 1s A. carterae CCMP1314, cornacyrorcst
¢ maHHBIMH J1s MuKpoBogopociu Gonyaulax polyedra [DeSa, Hastings, 1968; Fogel et al., 1972],

KOTOpas TaKKC IMMPUHAIJICIKUT K I'PYIIIIC CBO60,Z[HO)KI/IBYH_II/IX ,[[I/IHO(I)I/ITOBBIX MHKpOBOI[OpOCJ'IGfI.
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Puc. 29 Xumuueckas mpupoia a3oTcoaepkamux BrimoueHuii Desmodesmus sp. IPPAS S-2014
(a,B,x) u Amphidinium carterae NCMA CCMP1314 (r,e), mpeacTaBisiOUIMX TPaHy/Ibl T'yaHHHA,
BBISIBIICHHBIE METOJOM JIa3epHOU CKaHUpyromed Mukpo-crnekTpockonuu KP. (a,r) CersiomnonbHbie
nzobpakenuss kierok Desmodesmus sp. S-2014 (a) u A. carterae  CCMP1314 (r). (6,n)
BuyTpukineTrounoe pacrpeneneHre BceX OMOMOJEKYJ, MMEIONIMX 3HauuTeNnbHOE KoiudectBo CH-
cBs3e B HMX CTPYKType M BHOCAIIMX BKIaj B mHosBleHde mnonockl 2934 cm? B cmektpe
KOMOWHAIIMOHHOTO paccestHusl (JUmuabl, Oenku, yrieBoael), B Desmodesmus sp. S-2014 (6) wu
A. carterae CCMP1314 (n). (B,e) Buyrprkierounoe pacnpeseneHue ryannsaa 8 Desmodesmus sp. S-
2014 (B) u A. carterae CCMP1314 (e). () Tunuunslii ciektp koMOuHarmonHoro paccesuus (KP) ot
BHYTPHKJICTOYHBIX BKIoueHnid Desmodesmus sp. S-2014, cootBerctByrommuii criektpy KP ryanuHa B
MuKpoBoopocisix. Crnektp ot BkmoueHuit A. carterae CCMP1314 6b11 aHasmorudeH (CM. IpUI0KeHNe
16). TTonoca 649 cm™ (manason ¢ mupuHOi 60 cM™, eHTpUpoBaHHLI Ha Hoocy 649 cm™t) B crekTpe
(>x) ObLTa MCMOJIb30BaHA Il KapTHpOBaHMs IO TyaHuHy (B,e). Kaptel pacnpenenenus (0,B,1,e)
MPEJCTAaBIICHBI B ICeBOIBETax. Pe3ynbTarhl npencrabieHsl a1t Desmodesmus sp. IPPAS S-2014 na
craioHapHoit ¢aze pocra u gt Amphidinium carterae NCMA CCMP1314 yepe3 3 nmus mocie

BO300HOBJICHHS a30THOTO MUTaHUs. MaciiTaOHbIe OTPEC3KU: 2 MKM
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5.5.3. PacxogoBanue a30Tcoaecpkalmux BKJIIOYEeHMI1 npu a30THOM roJiIofaHuH

[Ipu paGoTe Haa AAHHBIM pa3lelioM IUCCEPTAIMH HMCIOIH30BAHBI CIEAYIOIAs MyOIUKAIIH
aBTOpa, B KOTOpOH, cornacHo [IonoKeHHIo O NMpUCYKIEHUU ydeHbIX creneHel B MI'Y, orpaxenst
OCHOBHBIC Pe3yJIbTAThI, TIOJIOKECHUSI U BBIBOIBI UccienoBanus: Shebanova, A. Versatility of the green
microalga cell vacuole function as revealed by analytical transmission electron microscopy / A.
Shebanova, T. Ismagulova, A. Solovchenko, O. Baulina, E. Lobakova, A. Ivanova, A. Moiseenko, K.
Shaitan, V. Polshakov, L. Nedbal, O. Gorelova // Protoplasma. — 2017. — V. 254. — P. 1323-1340.

HccnenoBanne pacxoJOBaHUS a30TCOACPIKAIINX BKIIOYCHWH TIPU a30THOM TOJIOJaHWUU
MPOBOJIMIIM HAa MOJEIBHON 3ejeHoi MukpoBogopocian Desmodesmus sp. IPPAS S-2014. [lns
OTIpE/ICTICHNs] U3MECHEHHI B COCTaBe KJICTOYHBIX BKIroueHui Desmodesmus sp. S-2014 mpu a30THOM
TOJIOJIAHUU METOJIOM aHaimTudeckoit [I19M uccnenoBanmu kinetku yepes 2 aus (puc. 30 a-B) u uepes 9

nueit (puc. 30 T,1) mocie Havasia KyJbTHBUPOBAHUS B 0€3a30THOM cpee.

[Ipn a30THOM roJjiolaHuy Ha 2 CYTKU KYJIbTUBUPOBAHUS B OOJbIIEH YaCTH KJIETOK BBISBIISIIMCD
®oC-prmrouenus (puc. 30 a,e), KOTOPBIE JTOKATU30BAINCH B IIUTO30JIC WIIH B BAKYOJISTX U UIMEIIH pa3Mep
0,02-0,2 MKM, ¥ TOJBKO €IWHUYHBIC KJIETKUA COAepKaau ocTaTku AC-BKIIOYCHHH B BaKyOJsX C
pasmepom 0,1-2 mxm (puc. 30 6,B). Bakyouu 1mogaBistoniero 60IbIIMHCTBA KIIETOK Ha 3To# craaun AC-
BKIIOYeHHH yxke He comepxanu (puc. 30 a). Ha 9 cyrku mpu azoTHOM rojoganuu AC-BKIIOUYCHHS
MOJIHOCTHIO HCYE3aIH U3 KIETOK, IPU 3TOM B KJIETKaX OCTaBAIUCH TOJIbKO PoC-BKIIOYEHHUSI B BAKYOJISIX

u 1uro3oie ¢ pasmepamu 0,01-0,25 (puc. 30 r-¢).

OTIUYUTENBHOW 0COOCHHOCTBIO YIBTPACTPYKTYPHI TOJIOAHBIX IO 30Ty KJIETOK ObLIO HAJIHYUE
TUIHIHBIX 100y (puc. 30 T), B TO BpeMsi KaK KIETKU 3TOW MUKPOBOJAOPOCIH B OIITUMAIBHBIX YCIIOBHUSIX
KYJIbTUBUPOBAHUS HE COACPIKATN JTUNUIAHBIX 100y (puc. 13 6). [To-BuaumMomy, B MUKPOBOIOPOCIIIX
Kak pu GochOpHOM, TaK U TIPU a30THOM T'OJIOAAHUU ITPOUCXOIUT 00pa30BaHUE JIUITUIAHBIX TI00YI (CM.
pazzaen 5.2.1). [lonyueHHbIE pe3yabTaThl COTJIACYIOTCS C JAHHBIMH U3 JIMNTEPATYPHI, COTJIACHO KOTOPHIM
OMOCHHTE3 YIIIepPOI-COACPIKAIINX 3aIaCHBIX COSMHECHUH, B TOM YHCIIC, HEUTPAIBHBIX JUITHIOB, — 3TO

XapaKTepHBIN OTBET MHKPOBOIOPOCIIEH Ha rojoaanue mo asoty [Pribyl et al., 2014].
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Puc. 30 M3MmeHeHHMsS B cOCTaBe BHYTPHKJICTOYHBIX BKIIOYCHHH INMPU a30THOM TOJIOJAHUH Y
Desmodesmus sp. IPPAS S-2014 uepe3 2 nmus (a-B) m uepes 9 ameit (r-e) mocie Havaiga
KyJbTHBUPOBaHMs B 0€3a30THOM cpejie. (a) [IDM-u3o0pakeHue KISTKH, THITMYHOM U151 KyJbTYPHI Yepe3
2 nHS TOJIOJAHUs IO a30Ty, HE COAEpIKalleld a30TCOAEpIkKAIIUe BKIIOUEHHUS, HO COAEpKaleil
dbocdopconepxkamue BritoueHus. (0) [I9M-n300paxeHre HETUITMYHON KIETKH B KYJIbTYpe uepe3 2 IHs
roJIOJIaHUS O a30Ty, CoJepiKalleil azoTcoaepxaiuue BriatodeHus. (r,4) [I9M-u3o00pakeHus: KIETOK,
TUMWYHBIX U1 KYJABTYphl dYepe3 9 JAHel TronofaHuss MO a30Ty M COJAEPXKALIUX TOJBKO
dhocdhopconepkammue BKItoUeHUs. (B,e) THUIIHYHBIC YHEPTOAUCTIEPCHOHHBIE CITEKTPHI BBISBIISIEMBIX a30T-
(B) n ¢ochopconepxamux (e) BkaoueHuidl. Ha pucyHke mNpelcTaBiIeHbl 3HEProaAuCIepCHOHHbIE
CHeKTpbl (CHeKTpsl 1,2) COOTBETCTBYIOIIMX BKJIIOYEHUH, MPEIOCTABIAIONINE KAaueCTBEHHYIO
uHpopMaLKio 00 3JEMEHTHOM COCTaBe aHAJIU3UPYEMOT0 TOYEYHOIro yyacTka oOpasua (cMm. paszzen
4.3.2). Toueunsie 06aacTu a3oTcoaepxaiux (cnekrp 1) u pocdopcoaepxamux (crekrp 2) BKIFOUYCHUI,
C KOTOPBIX CHUMAJIU CHEKTPHI 1-2, OTMEUEHBI CTPEIOUYKaMU C COOTBETCTBYIOILEH 1U(ppoii. PesynbTaTsl
MIPEJCTaBIICHbI Ul TOJCTBIX CPE30B 00pa3lloB, HE KOHTPACTUPOBAHHBIX YPAaHMIALETATOM U LUTPATOM
cuHIa (cM. puc. 11). ACB — a3zoTcoaepiaiiee BKIroueHne, B — Bakyosb, K3 — kpaxmaabHOE 3epHO,
JII' — nunuanas rio0Oyna, @CB — dochopconepxaiiee BKIOYEHHE, XJI — XJIOPOIUIACT.
MacmraGusle otpesku: 0,5 MKkM

[Mony4yennsie nanubie B oTHOIIeHHH PoC-BritoueHuUit B kietkax Desmodesmus sp. IPPAS S-
2014 mpu a30THOM TOJIOJIAHHU COTJIACYIOTCS C pe3ylbTaTaMu Uil JAUATOMOBOW MHKPOBOJOPOCIH

Thalassiosira pseudonana, mas KOTOpO# OBLIO MPOJEMOHCTPUPOBAHO HMHTCHCHBHOE HAKOILICHHE
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BHYTPHUKJIIETOUHBIX MosmdochaToB mpu HeAOCTaTKe azora B cpene [Perry, 1976]. [lns HEKOTOPBIX
UAaHOOAKTEepHid TakkKe ObUI0 TOKa3aHO, YTO TOJOJAHUE MO a30Ty HHAYHHpPYeT oOpa3oBaHHe
nomdocdaros B ux kierkax [Stewart et al., 1978; Grillo, Gibson, 1979]. 13 noayueHHbIX pe3y/bTaToB
MOJKHO CZENaTh BBIBOJ O TOM, YTO B YCIIOBHUSX, Koraa (ocdar B cpene HaXOAUTCS B H3OBITKE IO
CpaBHEHHIO C a30TOM, B MUKPOBOIOPOCIISIX M HEKOTOPBIX IIHAHOOAKTEPUSAX TPOUCXOTUT (HOPMUPOBAHHE
noymdocatapix DoC-BKIIFOUESHUH I OYAYIIETro HCIOb30BaHus. He HCKIIoYeHO, 4TO BEPHO M
oOpaTHOe: B YCIIOBHUSX, KOT/Ia MCTOYHHKH a30Ta B CpeAe HAXOIATCA B M30BITKE MO CPAaBHEHHIO C
¢dbochopom, B MUKPOBOIOPOCIISIX U IUAHOOAKTEPUAX MPOUCXOAUT popMupoBanue AC-BKIIIOUEHUN IS
OyayIIero UCrob30BaHUs. JTO MOATBEPXKIACTCS HAIIUMHU PE3YJIbTaTaMHU JUIS TOJIOJHBIX TIO Gochopy
kierok C.vulgaris IPPAS C-1 (cm. puc. 15), nmano6akrepuit Nostoc sp. PCC 7118 (puc. 20) u
Nostoc sp. PCC 7120 (puc. 26 a,B), a TakkKe NaHHBIMH W3 JUTEPATYphl I MHKPOBOJIOPOCIH
Symbiodinium sp., 11t KOTOpO# OBIIO MOKA3aHO, YTO MPU OJHOBPEMEHHOM H30BITKE a30Ta U HEJTOCTATKE
dbocdopa B cpeie MPpOUCXOIUT 3aMETHOE YBeTudeHue coaepxkanus AC-BKIFOYCHUH MOYEBOUW KHUCIOTHI
B kieTkax [Rosset et al., 2017]. B moctymHo# HaMm JuTepaType OTCYTCTBOBAIIM JAHHBIC O PACXO0IOBAHHH
AC-BKIIIOUEHUH MUKPOBOJOpOCIEH MNpU TOJOJaHUM 1O a30Ty. Takum oOpa3om, B Hauieid pabote
BIIEPBBIC TIOKa3aHO, 4TO AC-BKIIIOUYEHUS ACHCTBUTEIBHO SBISIOTCS KICTOYHBIMH PE3epBaMH a30Ta Y
MHUKPOBOJIOPOCIICH, KOTOpBhIE TPH HEIOCTaTKE a30Ta BO BHEIIHEH cpele AOCTaTO4YHO OBICTPO (B
OOJIBIIIMHCTBE KJICTOK KO 2 JIHIO TOJIOJaHHs) PAacXOAYIOTCS, BEPOSITHEE BCEro, Ha MOJJIEpKaHUE
KJIeToyHoro metabonusma. Kpome Toro, mpuMeHeHHe MeToja aHamuTudeckoi [IOM mo3Bommio
MOJIyYUTh BAXHYIO HWH(POPMALMIO O WPEICTABICHHOCTH BKIIOYeHHW a3ota U (docdopa y
MUKPOBOJIOPOCIIEH, OMOTHSIONIYIO OOIYI0 KAPTUHY YIbTPACTPYKTYPHON peOpraHnu3alui KICTKU TPU

aKKJIMMAITUH K Ie(UINTY a30Ta B Cpejie.

5.5.4. ®opmupoBaHue a30TCoAepKANIMX BKJIYEHHH NpPH 1mepexojge OT a30THOIO
roJI0AaHus K U30bITKY HEOPraHMYeCcKOro CBA3aHHOI0 a30Ta B cpeje

®opmupoBanue AC-BKIIOYEHHH TMpU Tepexofe OT a30THOTO TOJIOAAHUS K H30BITKY
HEOPraHMYecKoro a3zoTa B Cpele MCCIeNOBald Ha MOJIENBbHOM JUHO(MHUTOBOM MHKPOBOJOPOCIH
A. carterae CCMP1314  meromoMm  ja3epHOW  CKaHMpYyIOmed — MHKpo-crnekTpockonmuun — KP.
MuxpoBonopocis A. carterae CCMP1314 6buta BeiOpaHa AJIs1 3TOTO UCCIIEA0BaHMs, MTOCKOJBKY OHA
oOnagaer cnocoOHOCThIO (OPMHUPOBATH BHYTpHKIETOUHble AC-BKIIOUEHHsS TyaHHMHa B OOJIBIIOM
konuuectBe (puc. 29 r,e), a ee KIETKHM CpPaBHUTEIBHO KpymHOro pasmepa (Oonee 10 mim).
YbpTpacTpyKTypHBIE OCOOEHHOCTHM IuHO(PHUTOBOM  MukpoBomopociu A. carterae CCMP1314,
BKJTIOYAIOIIME akKyMyarpoBaHue AC-BKIIIOUEHHUH B BaKyOJIsiX, peacTaBieHbl Ha [IDM-n300paxeHunsx

YIABTPATOHKHUX CPE30B B MpHJIokKeHuH 18.
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Merto na3zepHoOi CKaHUPYIOIIEeH MUKpO-criekTpockornun KP Ob11 BEIOpaH /1715t TpOBEACHUS 3TOTO
MCCIIEIOBAaHUS, TTOCKOJIbKY €0 BO3MOYKHOCTH TO3BOJIAIOT MccienoBaTh AC-BKIIOUEHHUS B MHTaKTHBIX
KJIETKaX MHUKpOBOJOpocied in Situ Oe3 mpoBeneHus (UKCALUHM, KOHTPACTUPOBAHUS WM MEUYCHUSI
kierok [Moudiikova et al., 2017a], To ecTh HenocpenCcTBEHHO BO Bpemst 3KcriepuMenTa. Kpome toro,
YKa3aHHBIH METOJ TMO3BONSET pA3NIMUUTh COEMWHEHHs, cozepxkamme m3otomsl N n ¥N. B
KyJIbTUBUPYEMBIX B 0€3a30THOM Cpelie KJIETKaX MHUKPOBOJOPOCICH aTOMBI a30Ta HaXoAATcs B (opme
msotona **N. Jlyist Toro, uTo6bl OmpesenuTh HCTOYHMK aTOMOB a30Ta (BHENIHMIA MM BHYTPEHHHIl) B
coctaBe oOpasyromuxcs B kieTkax AC-BKIIOYEHHUH MpU MEepexoe OT a30THOTO TOJIOIaHUS K U30BITKY
HEOPraHUYECKOTo a30Ta B CPEJIE, K TONIOIHBIM 10 a30Ty KJIETKaM, COIepKaluM Toabko N, no6apisim

ucrouynuk aszora Hutpat Hatpus (NaNOs), conepxarmuit uzoton °N (cm. paszen 4.1.7).

AHanu3 METOJOM JIa3epHOM CKaHUpyrouen MHukpo-cnekrpockonnu KP mokasan, 4to B
T'OJIOJTHBIX IO a30Ty KieTkaX AC-BKiroueHn# ryannnaa HetT (puc. 31 a-B, puc. 32 a), mpu 3TOM yKe depes
4 4y mocne nobGaBieHUs a30Ta K TOJOJHBIM KJIETKaM B MHKPOBOJOPOCISAX HAUYMHAIOT MOSBIATHCA
rpaHyJbl ryanuHa (puc. 31 r-e), KoTopbie MPOJI0DKAIOT aKKYMYJIUPOBaThes U uepe3 24 4 (puc. 31 x-n).
Ha [I9M-u300pakeHHsIX MHKPOBOJIOPOCTH BUAHO, YTO AC-BKIIOUCHHS JIOKATH3YIOTCS B BaKyOJsIX
(mpunosxenue 18). B criektpe KP (puc. 32 a) ot Hanbosiee spKkux TOYeK Ha KapTe ryanuHa (puc. 31 B) ¢
TOJIOJHOM MO a30Ty KJIETKM XapaKTepUCTHUECKHE TIOJOChl TyaHMHa He BbIABIAIOTCA. CoriacHo
cnektpam KP, moiyd4eHHbIM 115 KJIETOK 1OcIie 100aBIeHuUs a30Ta, B KJIETKAaX IPU Mepexo/ie OT a30THOTO
roJI0JIaHUSl K U30BITKY HEOPraHMYECKOTo a30Ta B cpefie (POpMUPYIOTCS TpaHysbl TYaHHHA, B KOTOPBIX
aToMBI a30Ta HaxojaTcs B Gopme nu60 m3otona °N (puc. 32 B), mu6o usorona N (puc. 32 6), 6o

onHoBpeMenHo 1 B popme N, u N (puc. 32 ).

Cnextpsl oT rpanyn *°N-ryanuna u rpanyn “*N-ryaHusa pasiuyaiorcs XapakTepUCTHUECKUMH
nojocaMu: B crektpe oT **N-ryanuna BeIsBstoTcs monocsl 649, 938, 1235 u 1264 cm ! (puc. 32 6,
npunoxenue 17), B cnekrpe oT °N-ryanuna — mnonocsl 640, 917, 1218 u 1247 cm ! (puc. 32 6,
npuioxerue 17). B criekTpax oT CMEHIaHHBIX BKJIIOYEHHH T'yaHHHA, COJCPIKAIINX aTOMBI a30Ta Kak B
dopme PN, tak u N, BeIsBIAIOTCS OTHOBpPEMEHHO 00a 3THX HAOOPa XapaKTEPUCTUUECKUX MOJIOC (pHC.
32 r). IlockonbKy MpM KapTHPOBAHMM 1O T'yaHHHY HCIONB30BANH JUANa30H ¢ MHpHHOH 60 cM?,
LIEHTPUPOBAHHBIA Ha Tonocy 649 cm ! (xapakrepuctuueckas mosoca ‘*N-ryaHuHa), To B JaHHbIH
JMana3oH TaKxke romana nojoca 640 cm? — xapaxrtepuctuueckas momoca °N-ryanuna. Takum
o0pa3oM, MOJTy4YEeHHbIE KapThl pacrupeseneHus ryannHa (puc. 31 e,n) oTpaxkaroT pacipeieieHne Kak
rpanyn P°N-ryanuna, rpanyn *N-ryanuna, Tak ¥ cMelIaHHBIX TpaHy/l. ['paHy/sl TyaHHHA HAa KapTax
(puc. 31 e,u) coBmagarT c¢ Oojiee TEMHBIMU OOJACTAMH Ha KapTax pacmlpenelieHuss OMOMOIIEKYN ¢

6onpmM konmmaectBoM CH-cBsizeit (umuapl, 6enku, yrieBojsl) (puc. 31 6,1,3), MOCKOJIBKY TyaHUH

BHOCHUT HE3HAUYNTENbHBIN BKIAJ B MoABIeHHe nonockl 2934 cm ! B ciexrpe KP (puc. 32 6-r).
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CeeTnononbHoe
n3o6paxeHue KneTku

CH-cBA3mM

Puc. 31 ®opmupoBaHre a30TCOAEPIKAIINX BKIFOUSHHH, MPEACTABISAIONINX TPaHYJIbl TyaHHUHA, B
wietkax Amphidinium carterae NCMA CCMP1314 nipu niepexo/ie OT a30THOTO T'OJIOJaHUsSI K U30BITKY
asora B cpene: (a-B) — rosoaHast mo a3oTy KynbTypa (-N), (r-e¢) — 4 4 mocie no6asienus azota (+N),
(k-u) — 24 u mocne nob6asienus asora (+N). (a,r,x) CBeTJIONOJbHBIE H300pPaXKEHUS KIETOK C
COOTBETCTBYIOLIUX CTaAui dKkcnepumeHTta. (0,1,3) BHyTpukieTouHoe pacrpeneneHue Bcex
OMOMOJIEKYJI, UMEIOLINX 3HaUYUTeNIbHOe KoanuecTBo CH-cBsI3ell B X CTPYKType U BHOCAIIMX BKJIaJA B
nosiBjieHue nonockl 2934 cM ! B cekTpe KOMOMHAIIMOHHOTO paccesHus (JUMUIbI, OEIKH, YIIeBOIbI).
(B,e,u) BHyTpuKIETOUHOE pacnpesieieHue I'yaHMHa B COOTBETCTBYIOIIMX KieTkax. CTpenoykaMu Ha
KapTe pacrpeieeHus TyaHuHa (€) OTMEUYEeHBI TPaHyJIbl TYaHHHA, TOSBISIONIMECS B KJIETKax depes 4 4
nocne npobasienus azota. Kaprer CH-cBsi3elt 1 ryaHnHa MoTydeHbl METOJIOM JIa3€PHOM CKaHUPYOIen
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MHuKpo-criekrpockonuu KP. KaprupoBaHue 1o ryaHuHy IIpOBOAMIIN C MCIOJIb30BAHUEM JUAala30Ha C

1 1

mupuHOi 60 oM , meHTpupoBaHHOTO Ha moisiocy 649 cm . Kaprtel pacnpeneneHus (0,B,1,e,3,H)

IIpEJICTaBJIEHbI B IICEBAOLBETaX. MacmTaOHble OTPE3KH: 2 MKM

[TomydeHHbIe pe3ynbTaThl MO3BOJISIOT CIIENATh BHIBOJ O TOM, YTO 00Opa30BaHUE IpaHyIl I'yaHHHA
B KIJIETKaxX MpPH MEpexoie OT a30THOTO TOJIOJAHWS K HM30BITKY a30Ta MPOUCXOJUT Kak M3 a30Ta,
700aBJICHHOTO B CPE/Iy ¥ MOCTYIIUBIIIETO B KJICTKH 3BHE (CHHTE3 (€ NOVO), Tak U U3 SHIOTEHHOIO a30Ta,
MOOWJIM3HPOBAHHOTO W3 KJIETOYHBIX CTPYKTYpP TPH aKKIMMAalWU K a30THOMY rojojanuto. [Ipu sTom
cunte3 AC-BKIIoueHuit de NOVO MPOMCXOAUT JOCTATOYHO OBICTPO — IPaHylbl IyaHHHa ¢ a30ToM N

JETEKTUPYIOTCS YKe uepe3 4 4 nocie J00aBiIeHHs a30Ta K FOJI0JHBIM KJIETKaM.

[MonyueHHbIe B Halel pabOTe TaHHBIC B OTHOIICHUH CKOPOCTH cuHTe3a AC-BKITIOUeHHi de NOVOo
B MHUKPOBOJOPOCIISIX COTIACYIOTCS C pe3yIbTaTaMu sl JMHO(PHUTOBBIX MHKPOBOJOPOCIEH B COCTaBe
CUMOMO030B C KOPaJUIOBBIMU MOJHUIAMH, JUIsI KOTOPBIX OBLIO TOKa3aHO ObicTpoe (dyepe3 45 MuH)
BKJIIOYEHHE J00aBIEHHOr0 B cpedy a3oTa °N B COCTaB KpPHCTAlIOB MOYEBOH KHCIOTHI HpH
KpaTKOBPEMEHHOM YBEJIMYCHHUH cojnepkaHus azota B cpene [Kopp et al., 2013]. To ecth BKIIOUCHUS
MOUYEBOl KHCJIOTBI B yKa3aHHBIX MHKPOBOIOPOCIISIX HAUMHAIIM CHHTE3UPOBAThCs € NOVO yxe depes 45
MHUH TIOCJIE KpaTKOBPEMEHHOTO YBEIWYEHHUs cojep:kaHus azota B cpeme [Kopp et al., 2013]. B
yKa3aHHOW paboTe g JETEKIHH a30Ta BN B cocraBe AC-BKIIOYEHHH MOYEBOW KHCIOTHI
HCIIOJIh30BalIi MeTo 1 HaHo-MCBH, o6nanaronuii HAHOMETPOBEIM pa3penieHneM. B Hamieit pabote Mbl
MCII0JIb30BAJIM METOJI JIa3epHOI CKaHMpYyIolel MUKpo-ciiekTpockonuu KP, paspenienue koToporo He
npesbimraet 180 um [Heintzmann, Ficz, 2006]. Bo3aMoskHO, pa3inyreM B pa3pelaromieii crrocoOHOCTH
HCIOJIb3YeMbIX METOJIOB MOKHO OOBSICHUTh Pa3HUIly BO BpeMEeHU Havajna aeTekuuu AC-BKIIIOUEHUH,

conepskamux a3oT °N, B Hameit pabote (4 4) u B pabote [Kopp et al., 2013] (45 mun).

B nocTtynmHO# Ha MOMEHT HamHMCaHHs JUCCEPTAllMH JIMTEpaType HE ObUIO CBEICHUH 00
uccnenoBanusax GopmupoBanust AC-BKIIOYEHUH MHUKPOBOJIOPOCIEH MpH Mepexojie OT T'0JI0IaHus 10
a30Ty K M30BITKY a30Ta B cpesie. Takum oOpa3zom, B Haleil paboTe METOI0M Jla3epHOI CKaHUPYOLIeH
Mukpo-crnekrpockonuu KP Ha npumepe mukposogopociu A. carterae CCMP1314 BnepBble OKa3aHo,
4TO MpH MEepexoae OT a30THOrO TOJIONAHUS K M30BITKY B Cpele a3oTa yxe depe3 4 daca mocie
no06aBlieHUs a30Ta MPOUCXoaAuT popmupoBanue AC-BKIIIOYEHUH, IPEICTABIISIONINX TPaHyJIbl I'yaHHHA.
ITpu 3TOM B cOCTaB BKJIFOUEHUI T'yaHHHA, 00pa3yoLuXcs 1Mociie J00aBiIeHUs a30Ta B CPey, BXOAT KaK
aTombl azoTa °N, 106aBIeHHBIX B Cpejly, Tak M aToMbl a3oTa “*N, mpucyTcTBylomMe B KieTKax 10

,Z[O6aBJ'ICHI/I${ a30Ta.
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[nuHa BonHbl (CM'1)

Puc. 32 BrisBrenue asorcoiepskanmx pkmodenuit “N-ryanuna (6), °N-ryanuna (8) u
cMmemanHbX BKkmoueHnit *N- u °N-ryanuna (r) B knetkax Amphidinium carterae NCMA CCMP1314
MpH TepexoJe OT a30THOro rojionaHusi (a) K HM30BITKY a30Ta B cpele: (a) TUINUYHBIA CIEKTP
koMOuHarmonHoro paccestHus (KP) ot Haubonee sipkux To4ek Ha KapTe T'yaHHWHA C TOJIOAHOMN O a30Ty
kiaetku (puc. 31 B), B KOTOPOM IMOJIOCHI T'yaHHWHA HE BBISBISAIOTCS; (0,B,r) THIMHUYHBIE CrieKTpbl KP
ryasuHa oT BKmoueHuit *N-ryanuna (6), °N-ryanuna (B) u cMmemanueix Bimodenuii *N- u °N-
ryanuHa (r). [Tonoca 649 cm! (BbIeTeHa KpacHO# paMKoit) OblIa HCIONB30BaHA ISl KAPTHPOBAHMUSI MO
ryannny kiaerok Amphidinium carterae NCMA CCMP1314 na puc. 31 B,e,u. BcraBku B (0,B,1):
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YBeIUUYEHHBIE YACTH TEX K€ CIIEKTPOB, COZIepKalllie XapaKkTepucTuueckue nojiock! *N-ryanuna (649 u
938 cm 1) u °N-ryanuna (640 n 917 cm?)

[lomydeHHbIe peE3yAbTATHl TO3BOJIAIOT 3aKJIIOYHTH, YTO MHKPOBOJOPOCIH CHOCOOHBI K
M30BITOYHOMY TIOTJIOIICHUIO He ToJIbKO (ocdopa [Jensen, Sicko, 1974; Powell et al., 2008; 2009;
Dyhrman, 2016, P. 158], Ho u a3oTa u3 cpenapl. Jpyrumu cilioBaMH, MHUKPOBOJOPOCIH CIHOCOOHBI
MOTJIOMATh OOJIBIIE a30Ta, YeM HEOOXOIMMO IS MOANCpKaHUsS METa0oJM3Ma, aKTUBHOTO pOCTa U
neneHus uX KieTok. [Ipu 3ToM M30BITOYHO TMOTJIOIIEHHBIA a30T 3amacaercs B KieTkax B Buie AC-
BKITIOYCHUH JUISI WCTIOJNB30BAaHUS KIETKAaMH B OyaylmieM NpH HEOOXOIMMOCTH, HalpUMep, IIpH
HepocTatke azora B cpejie (puc. 30). [TomydeHHbIe pe3ynbTaThl B COBOKYITHOCTH JI0Ka3bIBatOT, 4T0 AC-
BKITFOYCHUSI MHUKPOBOJOPOCIEH SIBISIFOTCS BHYTPUKJICTOYHBIMH pe3epBaMu azoTa. llpm 3ToM 1O
aHaJoTHH ¢ (peHOMEeHOM «M30BITOUHOrO oOpasoBanus mosmdocdaros» [Jensen, Sicko, 1974; Allen,
1984; Dyhrman, 2016, P. 158] mis MUKpOBOJIOPOCIIEH TakkKe XapaKTEPHO «M30BITOYHOE 0Opa3OBaHHE
AC-BKJIFOUEHUII» B MEPBBIE Yachl TIOCIIE BOCCTAHOBJICHHUS a30THOTO IMMUTAHUS, TO €CTh MPH T00aBICHUN
a30Ta K KJETKaM, KyJIbTHBUPYEMBIX B Oe3azoTHoi cpere (puc. 31). [IpencraBineHHBIE pe3ylbTaThl
CBUJIETEIBCTBYIOT, YTO FOJIOAHBIE MO a30TYy KYJIbTYpPhl MUKPOBOJOPOCIEH SABISIIOTCS NEPCIIEKTUBHBIMU

KOMIIOHEHTaMH OMOTEXHOJOTHYECKUX CUCTEM JJIA 6BICTp01"O U3BATUS CA3aHHOTI'O a30Ta U3 CTOYHBIX BOA.
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5.6. Metoa KOJMYECTBEHHOW OIEHKH COJEP:KAHUSI U BHYTPHKJIETOUYHON JOKAIM3ALMHU
pe3epBoB (¢ochopa U a30Ta Ha IJIEMEHTHBIX KapTax, MoJdy4eHHbIX MeTogoM JPDIIIM

[Ipn pabore HaI JaHHBIM pa3[ElIOM JUCCEPTALMU WCIOJIh30BaHA CICAYIOMIAs MMyOIUKaIUs
aBTOpa, B KOTOpOH, cormacHO [IonoKeHHI0 O NMpUCYKIEHUU ydeHbIX creneHedl B MI'Y, orpaxensl
OCHOBHBIE PE3YJIbTAThI, [TOJIOKEHHSI U BEIBOII HcciteoBanus: Ismagulova, T. A new simple method for
quantification and locating P and N reserves in microalgal cells based on energy-filtered transmission
electron microscopy (EFTEM) elemental maps/ T. Ismagulova, A. Shebanova, O. Gorelova, O. Baulina,
A. Solovchenko // PloS one. — 2018. — V. 13. — Ne 12. — P. e0208830.

5.6.1. PazpadoTka meToaa

DOneMeHTHOE KapTupoBanue metogoM ODDIIOM mns BeisiBnenus ®oC- u AC-BiIOYEHUN B
MHUKPOBOJIOPOCIISIX ¥ IIHAHOOAKTEPUSX HMEET PSIJI TPSHMYIIIECTB [0 CPABHEHHIO C IPYTUMHU METOJIaMH,
CpeIy KOTOPBIX BBICOKAs! YyBCTBUTEIILHOCTH OOHAPY)KEHUS U BO3MOXKHOCTh BU3YaJIM3AIMH BKITFOUCHUH
Ha CyOKJIeTOYHOM YypoBHe. OJHAaKO B JIOCTYIHOM HaM JUTEpaType OTCYTCTBOBAJIU COOOIIEHHUS O
METO/1aX, TO3BOJISIFOIIAX IPOBOJIUTH KOJUYECTBEHHYIO OICHKY COJCpPKaHHWS W BHYTPHKJICTOYHON
JoKanmu3amuu pe3epBoB (pocdopa u azoTa Ha IEMEHTHBIX KapTax, MOIYYCHHBIX MeTogoM DDIIOM.
Pa3paboTka KOJTMYECTBEHHOTO MOAX0/1a, OCHOBAaHHOTO HA 3TOM METO/I€, OCTIOKHSAETCS HATMYUEM IIyMa

B KapTax, B TOM YHUCJIC OT KJICTOYHBIX CTPYKTYP, HEC CBA3aHHBIX C HCJICBBIMU BKIIOUCHUSAMU.

Jli1g pa3pabOTKH TaKOTO KOJMYECTBEHHOTO MOIX04a MBI MTPEI0KIIN UCTIOIb30BaTh U3MEPEHNE
OTHOCHTEIILHOW SHTPOTHUH TMOJTYYCHHOUN 3JIEMEHTHOM KapThl ¢ MOCIEAYIOmen TpaHchopMamueil ee B
OuHapHOE dYepHO-Oermoe m3o0paxeHue (cMm. pasaen 4.3.4), 94TO TMO3BOJWIIO PA3THYUTHh CHUTHAIBI OT
MHTEPECYIONIMX HAC BKJIKOYEHUM M JpYyrux curHaioB Ha kaprax ODIIOM. Ilpemnaraemsiii meTon

00Ieryni OLCHKY OTHOCHTEIIFHOM Iiomain 1 JJOKaJIu3aluu BKJIIOUEHHI B KJICTKE.

bunapuzanus mn300pakeHUH — S5TO XOPOIIO M3BECTHBIA TMOJXOJ H3BJICUCHHUS I[OJIE3HOU
uH(pOpMAaLIUY U3 TUKCENeH n300pakeH sl MPU MUHUMU3 AN (POHOBOTO IITyMa, KOTOPBINA UCHIOIB3yeTCs
B pa3jM4YHBIX MeToax 00paboTku u3obpaxenwmii [Pun, 1980; 1981; Sahoo et al., 1988; 1997; Pal, Pal,
1991]. Cpeau HUX 0COOCHHO HHTEPECHBI METO/TbI, OCHOBAHHbBIC Ha KOHIICTIIIUK SHTPONUH. B yKa3aHHbBIX
METO/IaX UCHOJIB3YIOTCS Ba Tuma >HTponuu: 3HTponus lllennona (Shannon’s entropy) [Pun, 1980;
1981; Kapur et al., 1985] u otHocutensHas suTponus [Chang et al., 1994; Lee et al., 1999]. U3mepenue
OTHOCHUTENILHOM PHTPOIUU HCIIONB3YeTCsl MpU 00pabOTKe MOCTKPaeBOro U mpeakpaeBbix DDIIOM-
M300paxKeHM sl pacyeTa dJIEMEHTHBIX KapT. Takoi moaxoa OTHOCUTCS K HETPAAUIIMOHHOMY METOTY
pacuera 3JeMEHTHBIX KapT, moiydeHHbIX meroaoM D®PIIOM. Takoir meron obpabotku DPIIOM-
n300pakeHu ObLI BIIEpBBIC MIPEIOKeH B padorax Trebbia, Bonnet [1990] u Trebbia, Mory [1990]. B
yKa3aHHBIX paboTax MPOJEMOHCTPUPOBaHO, 4To aHamu3 ODPIIDOM-u3zo0paxeHuii ¢ MOMOIIBIO
M3MEpEeHUs] OTHOCUTEIBFHON YHTPOTIMH MOKET OBITh MOJIE3eH Ui MOCTPOCHUS KaYeCTBEHHBIX KapT W3

mryMHbIX DDPIIOM-n3006paxeHuit.
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Hosusna metona ananuza DPIIDOM-kapt, pazpaboTaHHOTO B 3TOi paboTe, 3akimtouaetcs B: (1)
MPOCTOM PAa3/CICHUH TIOJE3HOTO CHUTHAJlA OT HEPEJICBAaHTHBIX CHTHAJIOB M IIyMa Ha KapTax
MOCPEICTBOM OMHAPHU3ALIMHU KapThl COTJIACHO PACUYeTy OTHOCUTEIBHON SHTPOIUH U (ii) MPOCTOM OIICHKH
OTHOCUTEIIbHOW TIUIOIIAAM M JIOKaJW3alMy IEJIEeBbIX BKJIOYEHUM B KieTke. J[laHHbIA MeTox,
BKJIFOUAIONIUH aHAIIM3 YJIEMEHTHBIX KapT Gocdopa u a3oTa, ObLT pa3paboTaH s OLEHKH YUCICHHOCTH

1 JoKanu3anuu pe3epBoB P u N B MEKPOBOIOPOCISIX M IMAHOOAKTEPHUAX HA CYOKJIETOYHOM YPOBHE.

5.6.2. IlpumeHeHue MeTOJa K 3JJIeMEHTHBIM KapTram a3ora u ¢ochopa KJIeToK
MHKPOBOJI0OPOC/Ieil 1 HMAHOOAKTepU i

Pa3paboTaHHBII METO]T MPUMEHIIIN K HECKOJIBKAM MO/ICIIBHBIM MUKPOOPTaHU3MaM, CTI0COOHBIM
dbopmupoBarh BHyTpHKIeTouHble @D0C- u AC-BKIIOYEHHSA: K DJYKAPUOTHYECKUM  3€JICHBIM
mukposogopocism Chlorella vulgaris IPPAS C-1 u Desmodesmus sp. IPPAS S-2014 u nuaHo6akTepuu
Nostoc sp. PCC 7118. B kauecTBe KyabTyp, akkyMymapyromux AC- nu @oC-BKIIFOUEHUS, UCIIOTE30BATH
rosiogHbIe O (pochopy KIETKH M KIETKU Ha CTallMOHApHOU ¢aze pocTa mocie nooasneHus gocdopa K
TOJIOJAHBIM KJIeTKaM, cooTBeTcTBeHHO. [l ykasauubix KynbTyp C. vulgaris IPPAS C-1 u Nostoc sp.
PCC 7118 panee ¢ moMoIIpl0 METOJOB aHaymuTHuecko I[IOM mokazanm uX CIIOCOOHOCTh K
(bopMHUpPOBaHHIO YKa3aHHBIX BKIOueHuit (puc. 15 a,B,r,e, puc. 23). Jas Desmodesmus sp. S-2014
pe3ynbTaThl MPEIBAPUTEIBHBIX SKCIEPUMEHTOB IO BO300HOBIEHHIO (OCPOPHOrO MNHTAHUS B

OTHOIIICHUH M3MCHEHHI B COCTaBE BHYTPHUKIICTOYHBIX BKJIFOUEHMI ObLIM aHaiorudHeiMu ¢ C. VUlgariS

IPPAS C-1.

VY ronomgueix mo dochopy kimerok muanoodakrepun Nostoc sp. PCC 7118 eisBisuiuce AC-
BKJIIOUEHUS, KOTOpbIe OBLIN JIOKAJIM30BaHbl B LIUTO30JI€ MEXAY HEMHOTOYMCIEHHBIMU TUJIAKOWIaMH,
pasfeNieHHbIMU JIPYT OT JApyra 3HA4YUTEIbHBIM MPOCTPAHCTBOM ITUTO30JIS1 U PACHpPEICIICHHBIMU 10
kietke (cM. puc. 33 a, mpusoxenne 11). Pasmepsr AC-BritodeHuit mpu 31oM coctasisuii ot 0,15 1o 1,5
MKM. YIIBTPacTpyKTypa KJIETOK Ha 3TOU CTaJUU UMeJia XapaKTepHbIE YePTHI [Tl TOJIO0HBIX 10 hocdopy
kietok (pazmen 5.4.1): obmacTh IMTO30J1 B TOJIOJHBIX KJIETKaX 0OIajana HU3KOW 3JIEKTPOHHOM
IJIOTHOCTHIO M UMEJNa BBICOKYIO CTETIeHb OJHOPOJHOCTH, a TUIIAKOUIbI OBLITU pa3JIeeHbl IPYT OT JApyra
3HAYUTENBHBIMU MPOCTPAHCTBAMH U 00J1a/1aTH BBICOKOH 3IEKTPOHHOMU TIIOTHOCTHIO. Ha crannonapHoit
daze pocra KynpTypsl mocie noOaBieHHs ¢ochopa K TOJOIHBIM KIETKaM B HCCIEAYeMOM
nuanoOaktepun AC-BKIIOUEHHUS HE OOHAPYXKUBAJTUCh — BMECTO HUX BBIABISLIUCHE PoC-BKIIIOUEHUS,

pacrnonoxeHHble B 1iuTo30¢ (puc. 33 6-r). Pazmep ®oC-srumtodenuit Bapbupoai ot 0,01-0,09 mMkm.
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Puc. 33 Jlokanu3amus asotcozaepxanux (AC-) u dochopcoaepxkanmx (PoC-) BKIHOUCHUIT B
nuto3one nuaHoOaktepun Nostoc sp. PCC 7118 npu romomanuu mno docdopy (a) u npu

BoccTaHoOBIeHHH ¢ocdopHOro mnuTaHus Ha cranuoHapHoi ¢(aze pocra (6-r). IlpencraBnens
SHEpropMIbTPOBAHHBIE B THKE HYJIEBBIX moTeph I[IOM-u3z00pakeHHs THUIIUYHBIX KJIETOK C
BKIIOUeHHAMH a3ota (a) u docdopa (6-1). (r) — yBenuveHHBIH (parMeHT KIeTKH u3 (a),
JEMOHCTPUPYIOIIUN accouuupoBaHHble U He accouuupoBaHHble ¢ [II'b ®oC-pkmtouenus. YepHbsiMu
crpenoykamMu  otMedeHbl DOoC-BKJIIOUCHHsS, aCCOIMMPOBaHHbIE C  rpaHyiramu  moiu-(R)-3-
ruapokcubyrupata (I[1I'B), Genpimu ykazatensmu — He accouuupoBanHbie ¢ [II'6 ®oC-BritoueHwMiL.
[IOM-u300paxenus MpeaCTaBICHBI Ul YIbTPATOHKHUX CPE30B KIETOK, HE KOHTPACTHPOBAHHBIX
ypaHWIAlETaTOM M nuTpatoM cBuHIA (cM. puc. 11). ACB — AC-BkitoueHue (1ano(GuIMHOBas
rpanyna), B — nunuaHas B-rpaHyna BBICOKOW JJEKTPOHHON MIOTHOCTH, T — Tumakouasl, L] —
1uTO030b. Macirabusie oTpesku: 0,5 MKkM
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3HAUUTENBHYIO  YacTh  KIETOYHOTO  Cpe3a  3aHMMajd  JICHTOOOpa3HbIE  TPYIIIBI
ONM3KOPACTIONOKEHHBIX JIPYT K Jpyry THUIaKOuAoB (puc. 33 B), KOTOpPBIE HUMEIH CPEIHIOIO
AIIEKTPOHHYIO IJIOTHOCTh. O6JacTh LUTO30Js OO0Jiafanga BBICOKOW 3JEKTPOHHOM IJIOTHOCTBIO M
(BEPHUCTOM» CTPYKTYpOH H3-3a 0OJbIIOr0 KonwmdecTBa pubocom m PoC-primouenuii (puc. 33 0,B,
npuioxkenue 11). Yacte BeisiBaeHHBIX @0C-BKIIIOUEHH B KJIETKaX OBLIIM aCCOIMUPOBAHBI C TPaHyIaMu

II'B (puc. 33 6,r, mpuokenue 11), a ocTaBmmecst — He aCCOUUPOBAHBI C YKa3aHHBIMU T'PaHYJIaMHU.

B romoaubix mo Gocdopy KIeTKax HCCICIOBAHHBIX 3YKAPUOTHUECKHUX MHKPOBOJIOPOCIICH
C. vulgaris IPPAS C-1 u Desmodesmus sp. S-2014 AC-BkitodYeHHsT ObUTH JIOKATU30BAHBI B BAKyOJIIX
(puc. 34).

Puc. 34 Jlokanu3saius a30TCOAEPKAIINX BKIOUEHHH B Bakyosssx mukpoBogopocieii Chlorella
vulgaris IPPAS C-1 (a) u Desmodesmus sp. IPPAS S-2014 (6) mpu rosomanuu 1mo ¢ocdopy.
[IpencraBiensl SHEPropMILTPOBAHHBIE B MHKE HYJIEBBIX MOTeph [IDOM-u300paxeHus] TUMHYHBIX
KJIETOK C BKIIFOUEHHUSIMU a30Ta. [IDOM-u300paskeHust mpeICTaBlIeHbI Ui YIbTPATOHKHX CPE30B KIETOK,
HE KOHTPACTHPOBAHHBIX YPAHUIIAIICTATOM M IIUTpAToM cBHHIA (cM. puc. 11). ACB — a3zoTcoaepxaiiee
BKitoueHue, B — Bakyons, K3 — kpaxmansnoe 3epHo, KC — knetounas creHka (mojaucaxapuIHbIHI

cnoit), JII' — nunuanas rnoOyna, [T — nupenonn, Xin — xmopomnact, S — sapo. MacmtaGHble OTpe3KH:
0,5 Mxm

l'onogubie mo ¢ochopy kiaeTkn 00euX MHUKPOBOJOpPOCIEH HUMENH YIbTPAaCTPYKTYpPHBIE
MPU3HAKH, TUITHYHBIE 11 pocdopHOTro rojgonanus (cM. paszaen 5.2.1): orcyrcrBue @oC-BKiIrOUEHUH,
Hamyre AC-BKIIOYEHHMH B BakKyoJsIX, HaJH4YUe YIJIepoJ-aKKyMYIMPYIOLUIEr0 KOMIIAPTMEHTa —
JUMUHBIX TI00YN B 1iuTo30i1e (cM. puc. 34). Pasmepsr AC-BkitoueHuit mpu 3tom coctasisum 0,1-2,5

MkM. [Ipu sToM umotHOCTH Matepuana AC-sxmrouenuit y C. vulgaris IPPAS C-1 u Desmodesmus sp. S-
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2014 paznuyanace: AC-Brmouenus C.vulgaris IPPAS C-1 na I[IDM-u300pakeHUSX BBITIISICIN
«ry04aThIMU», TO €CTh MMEJIN MHOXKECTBO Y4aCTKOB CO CPEIHEH W HU3KOW AJICKTPOHHOW TIOTHOCTHIO
(puc. 34 a), torna kak AC-rmoueHuss Desmodesmus sp. S-2014 o6agany BBICOKOH 3JIEKTPOHHOMN

IUIOTHOCTBIO TI0 BCEH TUIOIIAIU BKITFOYeHM (puc. 34 0).

Ha crammonapHoii ¢aze pocta KyapTyp mociie nobasieHus Gocdopa K TOJIOJHBIM KIETKaM B
HCCIEAYEMBIX MHUKPOBOJOPOCHAX BbIABIINCE DoC-BKimoueHHss M HE JeTektupoBanuchk AC-

BKJIIOYCHUS U JIUIHIHBIC TJI00YIIbI (pHc. 35).

@®oC-BKJIIOYEHHS B KIIETKAaX MCCIEI0BAHHBIX MHKPOBOJOPOCIEH BBISBISINCH B ILIUTO30JI€
(ormevens! mmdpoii 1 Ha puc. 35) u B Bakyonsx (mudpa 2 Ha puc. 35). B HEeKOTOpBIX KIIETKax 00erx
MHKPOBOJIOPOCIEH Takke BhIBIsLTNCHE DoC-BKiIIOUEHUS B Xyioporuiactax (mudpa 3 Ha puc. 35 0,8,r) u
B siape (mudpa 4 Ha puc. 35 m.e), a TakkKe BKIIOUEHHUS, JOCTOBEPHOE OMNPEICIICHHE JIOKATU3AIUN
KOTOpBIX 3aTpyaHeHo (mudpa 5 Ha puc. 35 B,r). Pasmepsr ®oC-BkItOUEHUN B HCCIETYyEMBIX

MHKpOBoIopocisax coctasisiau 0,01-0,8 Mxm.

Kierku mukpoBogopociu Desmodesmus sp. IPPAS S-2014 otnuuanucek ot kierok Chlorella
vulgaris IPPAS C-1 Haauuuem yTOIIIEHHOTO MOJUCAXapUIHOTO CIIOS KIIETOYHON CTCHKH, KOTOPBIH ObLT

OTYETIIMBO BUJICH HA MaJIBIX yBennueHusx (puc. 34 0, puc. 35 0,1,¢).

Jlnst Toro, 4toOBl ompenenauTh KojudecTBeHHoe conepkanue AC- u DoC-BkimtoueHuid B
UCCIIEyeMbIX MHKPOOPraHu3Max C I[OMOUIbI0 I[peajaraeMoro B pabore Merona 00paboOTKU
3JIEMEHTHBIX KapT MPOBOAMIM 3JIEMEHTHOE KapTupoBaHue MeTojgoM ODPIIOM s 18 kiIeTodHbIX

CPE30B KKJIOM KyJbTYPhl KOKIOTO0 MUKpoOpranusma (cm. pasuen 4.3.3).

JlJis 57IeMEHTHOTO KapTHUPOBAHUS KJIETOK YKA3aHHBIX MHKPOOPTHU3MOB SHEPreTHYECKHUE OKHA
BBIOMPAIIH [0 COOTBETCTBYIOMIUM criekTpaM XI193 (puc. 25, puc. 36): mis kaptupoBanus o hocdopy
— 1o crnekTpaM oT PoC-BkitoueHuit (puc. 25 a, puc. 36 a,B), cogepxkamux nuku docdopa (L2 = 136
5B, L3 = 135 3B), ms xkapTupoBaHus 1Mo a30Ty — Ha OCHOBE CHEKTpoB oT AC-BkitoueHuit (puc. 25 6,
puc. 36 6,r), conepxkamux muk azota (K = 399 »3B). Crout otmeTuth, uto curtai B cnerpax XI139,
noayueHubiii ot AC-rmiouenuit C. vulgaris IPPAS C-1, Obul 3HAYUTENBHO HIDKE CHTHAJIOB,

noayueHHbIX oT AC-BriroueHuit Desmodesmus sp. S-2014 u Nostoc sp. PCC 7118.
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Puc. 35 Jlokanu3zanus dpochopcoaepkaniux (PoC-) BrimoueHuii B MukpoBogopocisix Chlorella
vulgaris IPPAS C-1 (a,s,n) u Desmodesmus sp. IPPAS S-2014 (6,r,e) Ha craroHapHO# (haze pocTa
KyJIbTyp mocie gobasnenus Gochopa K ToIoaHBIM KiieTKaM. [IpeacTaBieHsl 3HeproGuiIbTpOBaHHBIC B
MHKe HYJAEeBBIX oTeph [I1DM-1300pakeH st THIIMYHBIX KIETOK ¢ BKIrOUeHUsiMU Gocdopa. Hubpamu co
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CTpeJiouKaMu oTMeueHa Jiokanu3aius GoC-BriIoueHni B KieTkax: | — BKIIOYEHUS B IUTO30J1€, 2 — B
BaKyoJIl, 3 — B XJlopoIiacte, 4 — B Jpe, 5 — BKJIIOUYEHUs, JJOCTOBEPHOE OIPEAEICHHUE JIOKATU3AUI
KOTOPBIX 3aTpyJHEHO (C HeompeneseHHOM Jokanuzanueil). [IOM-u3o0paxkeHus npeacTaBieHbl IS
YIABTPATOHKUX CPE30B KJIETOK, HE KOHTPACTUPOBAHHBIX YPAHUJIALIETATOM U LIUTPATOM CBUHLA (CM. pUC.
11). B — Bakyoub, K3 — kpaxmansHoe 3epHo, KC — kiierounast creHka (mosnucaxapuaHbliii cinoi), I1 —
nupenoun, Xi — xyoporact, L] — uuro3ons, S — sapo. Macmtabusie otpe3ku: 0,5 MKM
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Puc. 36 TunuvHbIe CIEKTPHI IOTEPh SHEPTHH SJICKTPOHOB, TIOTYUEHHBIE OT POCHOPCOaePIKALIIX
(a,B) u azorcomepsxkammx (0,r) Bkmouenuii Chlorella vulgaris IPPAS C-1 (a,6) u Desmodesmus sp.
IPPAS S-2014 (B,r). B criektpax ot dochopcoaepxkaniux BraodeHuin — nmuku docdopa (L2 = 136 3B,
Lz = 135 3B), B cekTpax OT a30TcojiepKamux BKIroYeHH — nuk azota (K = 399 3B). 1 — ¢oH,
anMmpOKCUMUPOBAaHHBIN CTENICHHOW (DyHKIMEH, 2 — CHEKTp J0 BBIYUTAHUS PoHA, 3 — CHEKTP MOCIe
BbIUMTaHHS QoHA. 3alITPUXOBAHHBIN MPSIMOYTOJIBHUK B CIIEKTPaX YKa3bIBaeT UAIA30H, IO KOTOPOMY
paccuuThIBaNIach CTeTeHHas GyHKIMs Ui BeruuTanus ¢poHa. BectaBku B (0,T) - yBeIMYSHHBIE YaCTH TE€X
e CIEKTPOB TOCJe BhIUMTAHUS (POHA, B KOTOPHIX MUAMa30H Ui pacyera CTEeNeHHOW (YHKUIUU Mpu
BHIYMTaHUM (OHA BHIOpAH HEMOCPENCTBEHHO Nepes MUKOM a3zoTa. CHeKTpbl MpPeCTaBIIEHBI IS
yIABTPATOHKHUX CPE30B KIETOK, HE KOHTPACTUPOBAHHBIX YPAHUIAIIETATOM M LIUTPATOM CBUHIIA (CM. pHC.

11)
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Ha puc. 37-39 npencraBneHsl THIIMYHBIE Pe3yabTaThl aHAJIHM3a MOJYYSHHBIX KapT ¢ochopa u
a30Ta COTJIacHO ajaroputMam oopabdoTku “A” u “b” (cm. pasnen 4.3.4 u puc. 12). C momMomso JaHHOTO
METO/Ia MOTJIM aHAJM3UPOBATH JakKe KPOIIEUYHbIC BKIIOUEHUS ¢ pazMepoMm MeHee 180 HM B nuamerpe

(puc. 37-39).

Kak B kjeTkax MHKPOBOJOPOCIEH, Tak M B KJIETKax NuaHoOakTepuu KommdectBo AC-
BKJIIOUeHUN He npesblmano 10 Ha xierounbiii cpe3. ns ananuza AC-BiiroueHui ObL1 BbIOpaH
anroput™ o6padotku “A” (puc. 37 a-n, puc. 38 a-g, puc. 39 a-n). B cimydae mpuMeHEHHSI K KapTam ¢
YKa3aHHBIMH BKJIIOUEHHUSIMH alropurMa oOpaboTku “bB” Ha KpUBOM OTHOCHUTENBHON SHTPONUU
BBISIBIISUIICS] OJIMH SIPKO BBIpKEHHBINA UK (puc. 40), COOTBETCTBYIOIIHI a30TCOACPIKAIITUM CTPYKTYPaM,
B ToM uncie AC-BkmodeHusiM. B nanHoM ciiyyae paszznenuth curtail oT AC-BKIIIOUEHUN M APYTrux

A30TCOACPKAIMX KIICTOYHBIX CTPYKTYP HE NPCACTABIIAIOCHE BO3MOXKXHBIM.

KomnuectBo ®oC-BKIIIOYEHUH B HCCIEAYEMBIX MUKPOOPTaHU3Max Yallle Bcero npespimano 10
Ha KJIETOYHBIN cpe3, MOITOMY I UX aHalli3a MCIOJIb30BaIU alropuT™M 00padbotku “B” (puc. 37 e-k,
puc. 38 e-x, puc. 39 e-x). B ciydgae npuMeHeHHS K KapTaMm C YKa3aHHBIMHU BKIIOUEHUSMH aJlTOPUTMA
00paboTku “A” Ha 0O6paboTaHHBIX KapTax PoC-BKIIIOUYEHHS OB OKPYKEHBI OOJIBIITNM KOJTUIECTBOM
MUKCEJIEH OT JPYrux KIETOYHBIX CTPYKTYp (puc. 41), dYro pemano HU3MEpPEHHUE IUIOIIAIN
MHOTOUHCIEeHHBIX @DoC-BKIIIOUEHHI BpPYYHYIO JOJTUM U TpynoeMkuMm. OnHako OOHYyJIeHHE
OTPHIIATEIILHBIX 3HAYEHU Ha UCXOTHBIX AJIEMEHTHBIX KapTax rnepea 00padoTKo (anropuTM 00paboTKH
“B”, cM. puc. 12) mpuBeno K 0Opa30BaHUIO JOMOJHHUTEIBHOTO IMHKAa Ha KPUBOW OTHOCHUTEIHHOU
SHTPONUM, COOTBETCTBYIOUIETO CTPYKTypaM, OTJIMYHBIM OT MpeacTaBisiomux wuHrepec PoC-
BKJIFOUCHUH (MpaBblid cToaoern Ha puc. 12, puc. 37 k, puc. 38 k, puc. 39 k). B nranHOM ciyyae MOKHO

OBLIO OTACINTDh CUT'HAJI OT MHOTOYUCJIICHHBIX ®oC-BKIIFOYECHNUM U CUTHAII OT HCPCJIICBAHTHLIX CTPYKTYP.

WuTepecyroniye BKIFOYCHHUS OBLIH JIETKO Pa3IMYMMBbl Ha 00pa0OTaHHBIX JIEMEHTHBIX KapTax
docdopa u azora (puc. 37 B,3, puc. 38 B,3, puc. 39 B,3), a UX IUIOIIA/b, MPEJACTABICHHAS KOJUYECTBOM
OeJbIX MUKCceNed, Oblla JISTKO TMOJACYMTaHA IyTeM BBIOOpa 00JacTH, COACPIKAIICH STH BKIIOUCHHS

(KpacHbII KOHTYp Ha COOTBETCTBYIOIIUX 00pa0OTaHHBIX KapTax).
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Puc. 37 IIpumeHeHMe MpeAIoKEHHOTO METO/1a KOJIMYECTBEHHOTO aHallu3a pe3epBoB dochopa u
a3ora Kk kietkam mukpoBojopociu Chlorella vulgaris IPPAS C-1: (a-1) - mpuMeHeHHe K KapTe a3oTa
KJIETKH U3 TOJOAHON 1o Qocdopy KyabTyphl, (e-K) - mpuUMeHeHHe K Kapte ¢ocdopa KIETKH CO
CTalMOHApHOM (a3pl pocra mocine pgobaBineHus ¢ochopa K TONOAHBIM KIeTKaM. (a,e)
OHeprouiabTpOBaHHBIE B NHUKE HYJEBBIX moTepb [IOM-u300pakeHHss THUNUYHBIX KIETOK C
BKIIIOUeHUsIMU a3ota (a) u Qochopa (e). (6,x) DnementHole kapThl a3zota (0) u docdopa (k),
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nosydeHHbie MeTogoM O®DIIOM ¢ COOTBETCTBYIOMIUX KIETOK. (T,H) YCpeaHEHHbIE MpoPuiIn
WHTEHCUBHOCTH CHUTHAJIa C COOTBETCTBYIOIIMX KapT azora (r) u ¢ocdopa (), MPOXOIANINE depe3
BBISIBIICHHBIC BKIIFOUeHUS a30T1a (0) u ocdopa (k). (B,3) COOTBETCTBYIONINE JIEMEHTHBIE KapThl a30Ta
(B) u pocdopa (3), 0OpaboTanHbIE cOrIacHo aroputMam oopadotku “A” (B) u “B” (3) (cM. TEKCT u pHc.
12). (1,x) OTHOCUTENBHAS SHTPOIIHS JJIs1 COOTBETCBYIOIIUX KapT a30Ta (11,0) u ¢pocdopa (k,x). KpacHsrii
KOHTYp Ha 00pa0OTaHHBIX JIEMEHTHBIX KapTax (B,3) yKa3blBaeT 001acTh, BHIOPaHHYIO AJISl U3MEPEHUS
TUTOIIAM KJIETOYHBIX BKIIOUEHHUH. YcpeaHeHHbIle PO HHTEHCUBHOCTH CUTHaMA (T,1) MOJTyYeHBI
BJIOJIb OEJBIX JIMHUH, IOKa3aHHBIX HA COOTBETCTBYIOMMX KapTax (0,k). Ha rpadukax (1,k) oTMeueHbI
MOPOTOBBIC TMHKCENU Jo W {1, HCIOJB3yeMbIe IMPU OOpabOTKE 3JIEMEHTHBIX KapT (0,K) Ui UX
Oounapuzauuu. Kpusele Ha rpadukax (1,k): 1 — rucrorpamma, 2 — IlayccoBa kpuBas, 3 —
OTHOCHUTENIbHAsl DSHTpOINuUs. Pe3ynabTaTbl MNpeAcTaBleHbl Uil YIbTPATOHKUX CpPE30B KIETOK, HE
KOHTPACTHPOBAHHBIX YpaHHUJIALETATOM U IUTpaToM cBUHIA (cM. puc. 11). ACB — a3oTconmepxariee
Biimouenue, K3 — kpaxmansHoe 3epHo, JII' — nunuanas rnoOyna, I — nupenoun, ®CB —
dhocdhopconepxkaiiee BKIrOYeHHE, X1 — Xjoporuiact, 1 — saapo. Macmrabusie otpesku: 0,5 MKkm
Takum obOpazoM, paszneneHue METoJa Ha JiBa pabodYnX aJroputMa oOpabOTKH KapT Jai0 HaMm
BO3MOXHOCTh aHAJIM3UPOBAaTh KaK KJIETOYHBIE CPe3bl C HEOOJBIIMM YHCIOM BKJIIOUEHUH (aIroputMm
oOpaboTku “A”), Tak ¥ ¢ OOJBIIMM YMUCIOM BKIIOYeHHH (anroputM oOpabotku “B”). Anroputm
00paboTkn “A”, BKIIOUYAIOMIUA B AaHAIM3 BCE TNHUKCEIH C TMOJOKUTEIBHBIMU 3HAYCHUSIMHU
OTHOCHUTENIbHOM AHTPONUHU, MpOoOIeMaTHYeH NpU MPUMEHEHMH K KIETOYHBIM cpe3aM ¢ OOJIbLIIUM
KOJIMYECTBOM BKJItOueHu (puc. 41). B kauecTBe MoOporoBoro 3Ha4eHUs JJI1 BBIOOpA MEXKIAY STHUMH
IBYMsT pab0OYMMU arOpUTMamMu 00paboTKu TpuHsUTH 10 BKIIOUEHHUI Ha KJIETOYHBIN CPE3, MOCKOIBKY
1o 10 BKITIOUEHUH HA KIETOYHBIN CPe3 MOXKHO OBICTPO MACHTH(HUIIMPOBATh HA KapTax, 00pabOTaHHBIX
coryiacHo pabouemy anroputmy “A”. B pabodem anroputme “b” oTpuiiarenbHbie 3HAYCHUS TTHKCENEH
Ha UCXOJHBIX KapTax OOHYISIM, B pe3yjabTaTe Yero Ha KPUBOM OTHOCHUTEIBHOW SHTPOMHUH KapT ¢
OoosmpmuM  yuciaoM (> 10) BKIIOYEHUN TMOSBISIICS JOTOJHUTENBHBIA IMHK, COOTBETCTBYIOUIUM
CTPYKTypaMm, OTJIMYHBIM OT MPEACTaBJISIONINX HHTEpEC BKIIOUeHUU. JaHHBIN (heHOMEH, KOTOPBIH,
BEPOSITHO, BO3HUK B pe3ylibTaTe OOHYJICHUS MHUKCENIEH, HCIOIb30BAICS AJIs pa3/eleHus CUTHaia OT
WHTEPECYIOIINX BKIIOYEHUI M CUTHAlla OT HEpeleBaHTHBIX CTPYKTyp. HWHTepecHo, 4TO mpu
MPUMEHEHUH anroputMa o0paboTku “A” K yKa3aHHBIM KapTaM TaKOW JOIMOJHUTENBHBIA MUK He
nosiBisiercst (puc. 41). DTOT MUK Takke HE MOSBISETCS MPU MpUMEHeHUHU anroputma “b” k kaptam c
HeOompIMM KosinuecTBOM BKItodeHH (<10) (puc. 40). MbI nonaraeM, 4To 3TO CBSI3aHO C Oosee
HU3KUMHU 3HAYEHUSIMU OTHOCHTENBHOM TUIOIMIAaM  BKJIIOUEHWH, THUNHYHBIMH [ KapT ¢
MHOTOYHCIIEHHBIMU BKIItOUeHUsIMU (> 10), HO peAKUMHU Al KapT ¢ HEOOJNBIIUM YUCIOM BKIIOYCHHIMA
(£10). ng xapT ¢ MHOTOYMCICHHBIMH BKItoueHUsSMH (> 10) u Oojiee HUZKUMH 3HAYCHUSMU
OTHOCHUTENbHOM TJIOMIAN BKJIIOYEHHUI B KPUBOW OTHOCUTEIBHOM SHTPOIIMHU HET YETKO ONPEAEICHHOTO

I1uKa, COOTBCTCTBYIOUICTO BKIIIOYCHUAM, IIO3TOMY IIHUK, COOTBCTCTByIOH_II/Iﬁ HCPCJICBAHTHBIM

CTPYKTYypaM, CTAHOBUTCA BUANMBIM.
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Puc. 38 [IpumeHeHHe MpeAoKEeHHOTO METO/1a KOJIMYECTBEHHOTO aHallu3a pe3epBoB (dochopa u
a3oTa K KieTkam MukpoBogopocian Desmodesmus sp. IPPAS S-2014 6e3 koHTpacTHpOBaHUS (CM. pHC.
11). ITogpoGHOE onKicaHKEe K PUCYHKY CM. B OnTUcaHuH K puc. 37. ACB — a3oTconepikaliee BKIIOUCHHE,
B — Bakyons, K3 — kpaxmansHoe 3epHo, JII' — nunuanas rioOyna, I1 — nupenonn, ®CB —
docdopconepkaiiee BKIOUEHNE, XJI — XIOPOIUIacT, I — sapo. MacmtabHbie oTpesku: 0,5 MKM
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Puc. 39 [IpumeHeHne npeaIoKEeHHOTO METO/1a KOJIMYECTBEHHOTO aHallu3a pe3epBoB dochopa u
azota k kierkam nuanoGakrepun Nostoc sp. PCC 7118 0e3 konTpactupoBanusi (cM. puc. 11).
ITonpoGHOE omuMcaHue K PUCYHKY cM. B omMcaHuu K puc. 37. ACB — a3oTcozepikaliee BKIIOYEHUE
(umanoduuMHOBasA IpaHyna), B — aunuaHas B-rpaHysaa BHICOKON 3IEKTpOHHOHM miiotHocTH, III'b —
rpanyna, conepxamas nonu-(R)-3-ruapoxcubyrupar, T — Tunakouasr, ®CB — ¢dochopcoaepxamiee
BKJIFOYeHHE. Macitabusie otpe3ku: 0,5 MKkM
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Puc. 40 ITpumenenue anroputma 00padotku “b” k DDIIDM-kapram azota: (a) — IpUMEHEHHE
K KapTe asota kietku mukpoBogopociu Chlorella vulgaris IPPAS C-1 u3 ronoanoit mo docdopy
KynbTyphl, (0) — mpuMeHeHHe K KapTe a3ora kierkm mnuaHobOakrepum Nostoc sp. PCC 7118 wus
royiogHou o ¢ochopy KyIabTyphl. (2,0) OTHOCUTENbHASI SHTPOIIHS, PACCYUTAHHAS COTJIACHO AITOPUTMY
o0paboTtku “B”, A cOOTBETCTBYIOMMX KapT azota (puc. 37 0, puc. 39 6). Kpussie Ha rpadukax: 1 —
rucrorpamma, 2 — l'ayccoBa KpuBasi, 3 — OTHOCHUTENIbHAsI SHTponusa. Ha KpUBBIX OTHOCHUTEIHLHOU
SHTPONUU — OAMH SIPKO BBIPRXKEHHBIN MUK, COOTBETCTBYIOIIUN a30TCOAEPKAIIUM CTPYKTypaM, B TOM
YHUCIIE a30TCOJEPKAIIUM BKIFOUEHUAM. Pe3ynprarsl npumenenus anroputMa “b” k OPIIOM-kapram
azora Desmodesmus sp. IPPAS S-2014 6but aHaIOTHYHBIMA
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Puc. 41 Ilpumenenue anroputma oOpabotku “A” k DPIIDOM-kapram ¢ocdopa: (a,0) —
npuMeHeHne K kapre ¢ocopa kinerku Mmukpoogopociau Chlorella vulgaris IPPAS C-1 na
cTauMoHapHOH (paze pocta mocne godaBiaeHus ¢ochopa K roJOJHBIM KileTKaM, (0) — mpuUMeHeHHe K
kapte ¢ochopa knerku nuaHodaktepun Nostoc sp. PCC 7118 na cranmonapHoit (asze pocTa mocie
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no6asienus pocdopa k ronoaubM KieTkaMm. (a,8) CooTBeTcTBYOLIHE KapThl Pocdopa (puc. 37 x, puc.
39 k), oOpaboTaHHBIC COIJIACHO anroputMy obpabotku “A”. (0,r) OTHOCHUTENBbHAS SHTPOIHS,
paccurTaHHasi COTJIACHO ATOPUTMY 00paboTKU “A”, U1 COOTBETCTBYIOMIMX KapT (ocdopa (puc. 37 x,
puc. 39 x). Kpussie Ha rpadukax (0,r): 1 — rucrorpamma, 2 — ['ayccoBa KpuBasi, 3 — OTHOCHUTEIbHAs
saTporms. Ha rpadukax (0,r) OTMEUYEHBI MOPOTOBBIE MUKCENH (o, MUCIOJIb3YyeMble IpU 00paboTKe
AJIEMEHTHBIX KapT (puc. 37 xk, puc. 39 k) i uxX OWMHApU3AIMU COTJIAcHO anroputmy “A”. Ha
obpaboTtanHblx Kaptax (ocdopa (a,B) docdopcomepkanye BKIIOYCHUS OKPYKCHBI OOJIBIINM
KOJIMYECTBOM IUKCEJIEH OT APYruX KIETOUHBIX CTPYKTYp. Pe3ynbraThl IpuMeHeHus: anroputma “A” k
DOIIBM-kapram pocdopa Desmodesmus sp. IPPAS S-2014 6butr aHATIOTHYHBIMA

N3mepenHas 1uomiaib BKIIFOUSHUH B Pe3yiIbTaTe OCYIICCTBIICHUS aITOPUTMOB 00pabOTKH KapT
“A” u “B” O6bpUIa UCTIOJIB30BaHA ISl pacyeTa OTHOCUTEIBHOMW TUIONIAAN, 3aHUMAeMOUW BKIIFOUSHUSIMU B
KJIeToYHOM cpese (cM. pasmen 4.3.4 u puc. 12). TTonydeHHbIC OTHOCHUTENIbHBIE TUTOMIAANA BKIIOYEHUI
KJIETOYHBIX CPE30B HCIOJB30BAIH JUIS OIEHKH T€TEPOTreHHOCTH KJIETOK B HCCIICIYEMbIX KYJIbTypax B

OTHOIIIEHNUH aKKyMYJIUPOBaHUS UMU pe3epBOB (ochopa u a3oTa.

5.6.3. OuneHka reTeporeHHOCTH KJIETOK B HCCJIelyeMbIX KYJbTYPax B OTHOUIEHUH
AKKyMYJIMPOBaHHsi UMU pe3epBoB ¢Gocdopa u azora

OTHOCHTENbHBIC TUIONIAM BKIFOUYCHUN BCEX aHAIM3UPYEMBIX KiIeTouHbIX cpe3oB C. vulgaris
IPPAS C-1, Desmodesmus sp. S-2014 u Nostoc sp. PCC 7118 npusenens! Ha puc. 42. OTHOCHTEIbHBIE
wiomam AC-xmouenuii st Nostoc sp. PCC 7118, C. vulgaris IPPAS C-1 u Desmodesmus sp. S-
2014 naxomumuch B quanasone ot 4,4% 1o 18,5% (puc. 42 a), 0-7,9% (puc. 42 B) u 0,9-17,2% (puc. 42
1), coorBercTBeHHO. Comepkanne AC-Bkmouenuii B kiuerkax C. vulgaris IPPAS C-1 6b110 caMbiM
HU3KUM CpeIH M3YYEHHBIX MUKPOOPTaHU3MOB: UX OTHOCUTEIIbHAS TUIOIIA/Ib He npeBbiana 8%, 1Ba u3
18 uccnenoBaHHbIX KIETOYHBIX cpe3a AC-BKIIoueHUH coBceM He coaepxanu (puc. 42 B). Coaep:xanue
AC-Bxirouenuii B kietkax Nostoc sp. PCC 7118 6s110 6ogbiie, yeMm B KieTkax Desmodesmus sp. S-
2014: 11 u3 18 xnerounsix cpe3oB Nostoc sp. PCC 7118 coxepxkanu AC-BKItOUEHUS, 3aHUMAIOLIUE
6osiee 8% rmmromanu cpesa (puc. 42 a), Torma kak Tojpko 5 u3 18 wierox Desmodesmus sp. S-2014

oTnuyanuck HannyrneMm AC-BKIIOUYEHUHN, 3aHUMatonx 6omuee 8% rutomanu cpesa (puc. 42 ).

B ocHOBHOM, Ui BceX H3YyYCHHBIX MHKPOOPTraHWU3MOB OTHOCHTENbHas 1uiomans PDoC-
BKIIFOYCHUH ObLIa HIXKE, YeM OTHOCUTENIbHAs Tuiomaab AC-BKIIOUCHHIA: OTHOCUTENbHAS TUIONIA]Ih
®oC-Brimrouenuit He npebinana 0,8% mis Nostoc sp. PCC 7118 (puc. 42 6) u 1,4% nns C. vulgaris
IPPAS C-1 (puc. 42 t) u Desmodesmus sp. S-2014 (puc. 42 e). boJyiee Hu3KkKe 3HAUCHHSI OTHOCUTEIILHON
wiomaa ®oC-BKIFOUESHUI 03HAYAF0T MEHBIIIEE KOJIMYECTBO MUKCEIICH Ha KapTe, OTHOCSIIUXCS K 3TOMY

TUITY BKHIOquHﬁ, IO CpaBHCHUIO C AC-BKHIO‘-ICHI/ISIMI/I; 9TO MOJKET OBITh OJIHOM U3 BO3MOKHBIX MMpUYINH
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OTCYTCTBHA Ha KpHBOfI OTHOCHUTEIbHOM OHTPOIHMU YCTKO ONPCACIICHHOI'O IMHMKa, COOTBECTCTBYIOLICTO

®oC-primrouenusm (puc. 37 k, puc. 38 k, puc. 39 x).

OtHocuTenbHas nnowagb (%) I OtHocuTenbHas nnowae (%) @ OTHocuTenbHas nnowanb (%)
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Puc. 42 KonuuecTBeHHasi OllEHKA COACP)KAHUS M BHYTPUKICTOYHOW JIOKAJIM3AIlMH PE3EPBOB
docdopa 1 a30Ta B aHATM3UPYEMBIX KIIeTKax: (a,0) - olieHka pe3epBoB nnanobakrepuu Nostoc sp. PCC
7118, (8,r) - orienka pesepBoB mukpoogopociu Chlorella vulgaris IPPAS C-1, (m1,e) - omieHka pe3epBoB
mukpoBogopocaun Desmodesmus sp. IPPAS S-2014. (a,B,n1) OrieHka pe3epBoB a30Ta B TOJOJHBIX IO
docdopy kinerkax. (0,r,e) Onenka pezepBoB (ocdopa KIETOK Ha CTAIMOHAPHOU (haze pocTa mocie
no6asiieHus: pochopa K TOJOJHBIM KIeTKaM. Pe3ynbTaThl, BRIpOKEHHBIE B OTHOCUTEIHHOMN IUIONIAIN
a30T- u GochopcoaepKaIUX BKIFOUCHHHA, PEICTABICHBI ISl KaXI0TO aHATU3UPYEMOTO KIETOYHOTO
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cpeza (N = 18). Knerounble cpe3bl Ha TUCTOTPaMMax OTCOPTHPOBAHBI B MOPSAKE YOBIBaHUS
OTHOCHTEIJIFHOM TIIOLIAIM UX BKIIOYEHUH (a,B,1) WM B TOPSJIKE YOBIBAHUS OTHOCHUTEIILHOM TIOLIAN
UX BKIIOYCHUH B cieayromux rpymmnax: B (0) — (1) kieTtouHble cpe3bl, B KOTOPHIX €CTh PE3EPBBI
dochopa kak accormupoBannbie ¢ [1I'B, Tak u He accormmpoBanubie ¢ I1I'b; (2) kieTouHbie cpessbl,
coJiepKaliue ToJabKo pe3epBrl pochopa, ne accormupoBanusie ¢ [1I'b; B (r,e) — (1) kaeTounsle cpesbl,
OCHOBHBIE pe3epBbl (hochopa KOTOPHIX JOKATU30BaHBI B BaKyOJISIX, MPH 3TOM 3amacoB Qocdopa B
IIUTO30JIC HET; (2) KIIETOYHBIE CPE3bl, B KOTOPHIX pe3epBhl (hocdopa JIOKAIN30BaHBI KaK B BAKYOJISX, TAK
U B IIMTO30JI€, IPA 3TOM OCHOBBIE 3arachl HAXOATCS B BAaKyoJsiX; (3) KIETOYHBIE CpPE3bl, B KOTOPBIX
pe3epBbl Gochopa JTOKATU30BAaHBI KaK B BaKyOJIIX, TaK U B IIMTO30JIE, IPU 3TOM OCHOBBIE 3aIachl
HaXOJATCS B IIUTO30J1€; (4) KJIETOUHBIE CPe3bl, OCHOBHBIE pe3epBhl (Pochopa KOTOPHIX JTOKATU30BAHBI B
LIUTO30JIe, TIpH 3TOM 3aracoB ¢ocdopa B Bakyossix HeT. Ha rpadukax (0,r,e) ykazaHa KiIe€TOYHAs
nokanmmu3anus - pocdopconepkamux BkimoueHuit. [II'6 — rpanyna, coxepxkamas nomnu-(R)-3-
TUIPOKCUOYTHUPAT, H/O — JIOKalu3alus BKIOUYEHU HE MOXKET OBITh JJOCTOBEPHO OIpeJIeIeHa

Conepxanne @oC-srmodyennii B kietkax Nostoc sp. PCC 7118 6puto HIKE 10 CpaBHEHUIO C
JPYTUMH W3YYEHHBIMH MHKPOOpPraHW3MaMH: TpU W3 18 HCCIeIOBaHHBIX KIETOYHBIX Cpe3a He
conepxkanu @oC-primrouenus (puc. 42 6). [IpennokeHHbIif HAMH METO/I IIO3BOJIHIT KIIACCU(HUITUPOBATH
®oC-srmouenust kinetok Nostoc sp. PCC 7118 kak acconuupoBanueie ¢ [II'b mnm kak He
accoruupoBannbie ¢ [II'b (puc. 33 6, 1, puc. 42 6): Atk U3 18 UCCIENOBaHHBIX KJIETOYHBIX CPE30B
nmenn @oC-kioueHus, accoruupoBannbie ¢ [1I'B, ToabKO B OJHOM U3 KJIETOYHBIX CPE30B OCHOBHBIE
pesepBbl  docdopa mpeacraBisui coboit DoC-Brmouenus, accoruupoBanasie ¢ [II'b, B apyrux
KJIETOUHBIX Cpe3ax OCHOBHBIE pe3epBbl (ochopa mpencraBiasuid coboit DoC-BritoueHus, He
accouuupoBannbie ¢ I[1I'b. [lonyyenHble AaHHBIE CBHIETENBCTBYIOT O TOM, YTO OCHOBHBIE PE3EPBBI
dochopa y nmanobakrepuii jgokanmm3yroTcs B DoC-BkitoueHusx, He acconuupoBaHHbIX ¢ [II'b B

nurto3oJe (puc. 42 0).

OcuoBuble 3amackl (ochopa B kierkax mukpoBojgopocieii C. vulgaris IPPAS C-1 wu
Desmodesmus sp. S-2014 npencrasisuin co6oit PoC-BKIIOUCHHS, JOKAIN30BaHHBIC B BAKyOJISIX HJIH
uro3oie (puc. 35, puc. 42 r,e). @oC-BKIIOYCHNUS, PACIIOIOKEHHbBIE B XJIOpoIUIacTe u siape (puc. 35 B-
€), @ TAaKXKe BKIIIOYCHUS C HEOTIPEICIICHHOM JIoKanu3anuei (puc. 35 B,I') UMEIN 3HAYUTEITBHO MECHBIIIYIO
oTHOCcHUTENbHYIO Miomans (<0,06% u 0,13% misa C. vulgaris IPPAS C-1 u Desmodesmus sp. S-2014,

COOTBETCTBEHHO).

Mpbl Takke CpaBHWIN JIOKAJU3alMI0 OCHOBHBIX M 00mUX pe3epBoB (ocdopa B KieTkax
C. vulgaris IPPAS C-1 u Desmodesmus sp. S-2014 (puc. 43). B GOJBIIMHCTBE KIETOYHBIX CPE30B
C. vulgaris IPPAS C-1 ocHoBHEI€ pe3epBbl (hochopa ObLIH JTOKATH30BaHbI B IIUTO301€ (puc. 43 a), Torna
KaK OCHOBHBIE pe3epBbI pocdopa B OoublIel yacTi KieTouHbIx cpe3oB Desmodesmus sp. S-2014 Obuin

JIOKaJTM30BaHbl B BaKyoJsix (puc. 43 6).
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OcHoBHbIe pe3epBbl ¢hoccopa O6wwme pesepsBbl hocdopa

a (3] B r
B UMTO30re TONbKO TOJIbKO B BaKyOJ'IﬂX

28%

B BaKyonsix
17%

B BaKyonsix
6%

22%

B BaKyoJ1AX TOJTbKO B LUUTO30I51€e

B BaKyonsix
72% u B uutosone 33% 11%
Chlorella vulgaris Desmodesmus sp. Chlorella vulgaris = Desmodesmus sp.
IPPAS C-1 IPPAS S-2014 IPPAS C-1 IPPAS S-2014

Puc. 43 Jloxanu3amuss OCHOBHBIX (a,0) m oOmux (B,r) pe3epBoB Qochopa B KIETKax
mukposogopocieit Chlorella vulgaris IPPAS C-1 (a,B) u Desmodesmus sp. IPPAS S-2014 (6,r).
Pesynbrathl mpencTaBieHbl A7 KJIETOK Ha CTAIMOHApHOM ¢ase pocra mocie nobdasinenus (ocdopa
TOJOAHBIM KJeTkaM. Ha mguarpamMmax mmoka3aHbl TPOLEHTHBIE JOJM YHCIA KIETOYHBIX CPE30B,
cojepxamnux pesepBbl (pocdopa ¢ ykazaHHOW Ha PHUCYHKE JIOKaJIM3alMel, OT OOIIero 4yucia
WCCIICIOBAaHHBIX KJIETOYHBIX CPE30B ISl 3TOW KYJABTYpHl KieToK. [lpu mocTpoeHWy auarpamm,
OTPXKAMIIUX pacmpeneneHrue odmux pe3epBoB (ocdopa (B,r), pocdopconepxkanivie BKIIOUCHHUS,
JIOKAJTM30BaHHBIC B XJIOPOIUIACTAX U S/IPE, a TAKKE BKIIOUCHUS C HEOTPEACICHHON JIOKaIu3auei He
YYUTHIBAJIHCH

Buyrpuknerounas Jokanuzanus oOmux 3amacoB  (Qochopa B KIETKaX H3YYEHHBIX
yKapuOTHYECKUX MUKPOBOJOPOCIEH Takxke pa3ianyanach (cM. puc. 43 B,r): 00JbIIast 4acTh KIETOYHBIX
cpe3oB C. vulgaris IPPAS C-1 umena ®oC-BKIIHOYEHHUS TOJBLKO B IUTO30e (pHC. 43 B), TOrja Kak
0oJIbIIIast YacTh KIETOYHBIX cpe3oB Desmodesmus sp. S-2014 umena BKIFOUCHHS KaK B BaKyOJIsiX, TaK U

B 1iuro3oste (puc. 43 1).

TpaguIMOHHBIM MNOAXOX K OLIEHKE YIBTPACTPYKTYPHBIX M3MEHEHMH JyKapHOTHYECKHX
MHUKpPOBOJIOpOCIe U IMaHOOaKTepui, B TOM 4ucie K HM3MeHeHHsM B cojepxkanuun ®oC- u AC-
BKJIFOYEHHUH, IpezcTaBisier co0oil mpsamytro moppomerputo [I9M-u3o0pakeHuii KIETOYHBIX CPE30B
[Sicko-Goad, 1982; Sicko-Goad, Lazinsky, 1986; Lazinsky, Sicko-Goad, 1990; Korzhenevskaya et al.,
1999; Gorelova, Korzhenevskaya, 2002; Gorelova, Kleimenov, 2003; Rosset et al., 2017]. Jlauubrit
MIOAXOJ K KOJINYECTBEHHOM OIICHKE BBINOJHSAETCS BPYYHYIO, IIO3TOMY OH SIBISIETCS TPYIOEMKUM U
nosBepkeH omuoOkaMm. Eme Oonee cepbe3HOM sBIseTcss NpoOieMa HAAeKHOW HASHTH(PUKALUU
KJIETOYHBIX CTPYKTYp, KOTOPOM TpPYyIHO JOCTHUYh NpU aHaiau3e Toybko [IDOM-m3o0pakenuil 0e3
00BbeKTHBHOM HMH(OpPMAIUK 00 3JIEMEHTHOM COCTAaBE€ HCCIEAYEMbIX CTPYKTYp. MeTon ke,
IIPEVIOKEHHBIM B ATOM HCCJIENOBAaHUMU I KOJMYECTBEHHON oOLeHKH conepkaHus PoC- u AC-

BKJ'IIO‘-ICHI/II\/'I, OCHOBBIBACTCs Ha aHaJIu3cC SCDHSM-KapT B COOTBCTCTBUU C YCTKO OIPCACICHHBIMU
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KPUTEPHSIMH C Y4eTOM OOBEKTHBHBIX JAHHBIX 00 3JEMEHTHOM COCTaBE MPEICTABISIOIINX HHTEPEC
BKIIFOYeHUH. CTOUT OTMETHTD, YTO UIS peal3aliyl 3TOT0 METoJa He TpedyeTcsi CTOJIbKO BPEMEHH,
CKOJIBKO HE0OXOAMMO JIJIsl IPOBEJICHUS TPATUIIMOHHON MopdomeTpun Ha ocHOBe [I19M-u300pakeHuid,
IIOCKOJIbKY IIPEJJIOKEHHBIM METOJ OCHOBaH Ha npeoOpazoBanun DDIIOM-kapt B OUHapHBIE YEPHO-
Oenple m300paxenus. Takas 00paOoTKa TMO3BOJSET YINPOCTHUTh KOJIMYECTBEHHYIO  OILICHKY
AHAIM3UPYEMBIX CTPYKTYp Ha ocHOBe moimanei (Hampumep, @oC- mnu AC-BKIIOYEHUHN) IMyTEM

CYMMHUpPOBaHUsI O€NbIX MUKCENEH, OTHOCSILUXCS K 3TUM CTPYKTypaM, B BBIOpaHHOM 00J1acTH KapThl.

B pabote Koop et al. [2007] npoBoauau 06padboTky DDPIIDM-kapT myTem ux mpeoOpa3oBaHus
B OMHapHbIE YepHO-0€emble N300pakKeHUs 11l UICHTU(GUKALIMY U JIOKAIU3AI[UHU IPaHy/l IUaHOPUIIMHA B
pekoMOMHAHTHBIX mTamMmax Ralstonia eutropha. B maHHOM wucciienoBaHUM JUIS KaKAOTO TTHKCEIs
KapThl 10 a30TYy PACCUUTHIBAIIM OTHOIIEHUE cUrHaN/myM (signal-to-noise ratio, SNR), mo kotopomy
YCTaHABJIMBAJIH T'paHUILy /Ul OMHapHU3alii U300pakeHUs: eCcliu 3apaHee ObLII0 U3BECTHO, YTO 0Opaszell
conepkuT AC-BKIIFOUSHHS, TO IIUKCEIH C OTHOIIEHHEM CUTHAII/TITYM > 3 CUUTAIIUCH a30TCOACPKAIIIMHU
(6enmpMu), ecnau 3apaHee HE W3BECTHO O cojaepxkaHuu AC-BKIIOYEHUH, TO TOJBKO IMHKCETH C
OTHOIIIEHHEM CUTHA/IIIYM > 5 CYHTAIHCH a30TCOACPKAIUMU. [Ipr 5TOM OTHOIIEHUE CUTHAI/IITYM JJIsT
KaXJIOTO IHKCENId BBIYMCISIOCh C IMOMOINBIO cTaHmapTHeIX mporeayp [Pun et al, 1985] ¢
HCIIOJb30BaHueM NocTkpaeBoro DDIIDM-uzo6pakenus u npeakpaeBbix IDIIOIM-uzo0pakennii. Itu
MOAXO0/Ibl OCHOBaHbl Ha JOCTATOYHO CIIOKHBIX pacuerax, IpakTU4ecKas peaau3alus KOTOPbIX
3aTpyaHUTENbHA JIIsl OMOJIOTOB, HE UMEIOIINX MPO(ECCHOHAIBHOTO OIbITAa B MATEMAaTHUKE U CTATUCTHKE.
B nameit pabore, HanmpoTuB, MBI npeiaraeM s o0padotku DDPIIOM-kapT MpocThie BHIYACICHUS,
OCHOBaHHbIE HA OTHOCUTEILHOW SHTPONUU, KOTOPbIE HE TPEOYIOT PACIIMPEHHOTO 3HAHUS CTATUCTUKU.
JIOTIOTHUTENBHBIM TMPEUMYIIECTBOM MPEJIaraéMoro HaMu IOAXO0Ja SBIISIETCS BO3MOXHOCTH €ro
OCYILIECTBJICHUSI B CTaHJAPTHBIX MPOrpaMMHBIX MakeTax, Takux kak Excel. Mbl Takxke mpeanaraem
MPOBOJUTH pacdyeT OTHOCHTEIbHOW OJHTpPONMMHM HemocpeacTBeHHO s OPIIDM-kapr mocie
TPaJAULIMOHHOTO BIYUTaHUs (POHA. DTO yCTpaHIET HEOOXOIMMOCTh PacueToB JUIsi UCXOTHBIX DDIIOM-
n300paxeHuil (IpeaKpaeBbIX U MOCTKPAEBOT0), uTo erle Ooblie obnerdaer oopadbotky DDIIDOM-kapT

110 CPAaBHEHHUIO C METOJIOM Ha OCHOBE pacueta oTHoeHust curHain/mym [Koop et al., 2007].

JUia mpoBEpKHM BO3MOKHOCTEM IIpEIaraéMoro HaMH METOJAa Mbl MCIIOJIB30BAIM €r0 Ul
KOJIMYECTBEHHOW oueHku conepkaHusd PoC- u AC-BKIOYEHUH B KIETKaX MHUKPOBOJOPOCIEH MU
nuaHobakrepun. KonmdecTBeHHass OLIEHKAa KIETOYHBIX pe3epBOB (ocdopa, CYIIECTBYIOMIMX B
Ouosornyeckux ooOpasnax B OCHOBHOM B BHJE MoJn(poc(aTroB, MOXKET ObITh BBINOJHEHA C
HCIIOJIb30BAHUEM Pa3IMYHBIX MOJAXOJ0B, TaKUX KaK XUMHUYECKMHM aHaIu3, XPOMOTIEHHBIE TECTBHI,
(depMeHTaTUBHBIE METOJbI, (UIyOPHUMETPUUYECKHE METOJbl C HCMOJb30BaHUEM 4',6-1uaMUaInHO-2-

denumungona (4',6-diamidino-2-phenylindole, DAPI), cnextpockomus 3P-SIMP u nasepHas
155



CKaHHpYyomas MUKpo-criektpockonus KP (moapoOubIii 0630p MeTo10B cM. B paborax [Hupfer et al.,
2008; Majed et al., 2012]). Bce 3tu MeTonbl, 32 UCKIIOYEHHEM JIa3epHOM CKaHUPYIOLICH MUKPO-
criektpockonuu KP, HO3BOJISIOT aHAIM3UPOBATh TOJIBKO 00pa3Iibl CyCIICH3HI KIICTOK, YTO JaeT CPe/IHEe
cozepkanue monupocharoB B MOMYJSIIHUU KICTOK WIM HAa YPOBHE OTICIbHBIX KJIETOK B Ciydae
UCIIOJIb30BAHUS TMIPOTOYHOTO LUTOMETpa. KITOUeBBIM MPEUMYIIECTBOM MPEJIaracMoro HaMu MeToJia
SBISICTCS.  €r0  CHOCOOHOCTh  MPEJOCTABJICHUS MHQPOPMAlMd O  paCIpeleiCHUH  a30oT- W
dochopcopepxalMxX CTPYKTYypax B TpenesiaX OIHOM KIETKH, TO €CTh Ha CyOKJIETOYHOM YpOBHE.
HenaBHo onucanHbIi METO KOJIMYECTBEHHON OLIEHKH MOJIN(ochaToOB B MUKPOBOIOPOCIISIX C TOMOIIBIO
na3epHoOi ckaHupyromeid Mukpo-cnekrpockonun KP [Moudiikova et al.,, 2017b] rtaxxke maer
UHPOPMAIIMIO O BHYTPHKJICTOYHOM pactpeaenenun noiudocdaros. Tak xe, kak u mpeaiaraeMblid
HAMH METOJI, OH TO3BOJISIET OICHUTh TEeTEPOTCHHOCTh MEXIY OTICIbHBIMH KJIETKAMH B KYJIBType
MUKpOBOOpociei. OHAKO HCIOJIh30BaHHE CBETOBOTO KOH(POKAILHOIO MHKPOCKOINA B 3TOM METOJIC
OTpaHUYMBAET €r0 MPOCTPAHCTBEHHOE paspelienue mpubmusutensuo g0 180 um [Heintzmann, Ficz,
2006], mostomy Bu3zyanuzaius PoC-pimroueHui pazMepom MeHee 180 HM ¢ TIOMOIIBIO 3TOTO METOo/1a
Ype3BBIYANHO 3aTpyaHHUTENbHA. KpomMe TOro, €ro paspelieHue SsBISETCS HEAOCTATOYHBIM IS
OTIpe/ieNIeHUs] BHYTPUKIICTOYHOH JIOKATM3aI[MK BKITIOYEHUH (B IIUTO30JI€, B BaKYOJISX, B XJIOPOILIACTAX,

B siipe). MeTo1, MpeIo’KEHHBIN B ATOM paboTe, TAKMX OTPaHUYCHU HE UMEET.

JIsi KOJMYECTBEHHOTO ONpeeICHHs HUHaHO(DHUIMHA B IIMaHOOAKTEPUSAX H3BECTHO HAMHOIO
MEHbBIIIE METOJ0B, 4eM It mojrdochaToB. CTaHAAPTHEIM METOJOM SIBJISIETCS XMUMHUYECKUU aHaIu3
apruHMHA, BXOJSIIET0 B cocrtaB nuaHoduimaa [Simon, 1973]. Bonee ObICTPBIM U 4yBCTBUTEIBHBIM
ABIAETCS MeToJl, ocHOBaHHBIH Ha ‘H-SIMP cnexrpockomuu [Erickson et al., 2001]. O6a tu meTona
AQHAJM3UPYIOT BBIACICHHBIC M3 I[HaHOOAKTEPUi TPaHyJIbl MHaHO(PHUIIMHA ¥ JAI0T HHPOPMAIIUIO O €ro
YCPEAHEHHOM COJIEPyKAHHMHK IS TIOMYJISIIUN KICTOK, TOTAa KaK Halll METO/ II03BOJISIET KOJIMYECTBEHHO
OTPEIETUTh [MaHO(DUIMH ¢ CYOKICTOYHBIM paspeiieHrueM. KpoMe TOro, CTOMT OTMETHTb, YTO TOCIE
rubeny KICTOK IMaHO(HUIIMHOBBIC I'PaHyJIbl COXPAHSAIOT CBOIO IeiocTHocTh [Gorelova, Kleimenov,
2003], mo3TOMy 3TH IpaHyJIbl U3 MEPTBBIX U Pa3PYyIICHHBIX KICTOK BHOCST HOTPEITHOCTH B H3MEPEHHSI
coJiepKaHus HaHO(HUIMHA B IHAHOOAKTEPHIX METOJIOM, OCHOBAHHOM Ha aHaJM3€ apruHuHa [Simon,
1973], u 'H-AIMP cnexrpockomueii [Erickson et al., 2001]. Merton e, HpeIOKEHHBIH B
MpEICTaBICHHOM paboTe, MO3BOJISIET OI[CHUBATH COJIEPYKAHNE TPAHYIT IIMaHO(DHUIIMHA TOJBKO B KIIETKAX,
KOTOpbI€ OBLTH JKUBBI B MOMEHT (ukcaru it [I9M u COXpaHsUTH CBOIO IEJIOCTHOCTh, CY/S MO HX

MOp(bOJ'IOFI/I‘-ICCKI/IM MMPpU3HAKaM Ha KJICTOYHLIX CpEC3ax.

B HayuHoll nuTeparype HET COOOIIEHUN O KonuuecTBeHHOM aHaim3e AC-BKIOYEHUI B
YKapUOTHUYECKUX MHUKPOBOJOPOCHAX, KaK IMPEACTABICHHBIX T'YaHMHOM, TaK MU MOYEBOM KHCIOTOMA.

Bepo;ITHee BCETrO, B Ommkaiiiiee BpeMs TaKO#l METOJ KOJMYECTBEHHOI'O ONpCACIICHUA I'YaHHHOBBIX
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rpaHyll ¢ MCHOJb30BAHUEM JIa3epHON CKaHMpPYIOLIeH MuKpo-crekTpockonuu KP Oyner paszpaboran
[Moudrikova et al., 2017a], kak 3T0 OBLJIO ClIE/IaHO paHee I KOJUISCTBEHHOMN OIICHKH MoJu(ochaToB
B MukpoBojopocisix [Moudiikova et al.,, 2017b], HO mpocTpaHCTBEHHOE pa3pellieHUe Ja3epHOM
cKaHupyoleil Mukpo-crnekrpockonuu KP cuibHO orpanuueHo no cpaBHeHuto ¢ [IOM (cM. Bblle).
Takum 00pa3om, pa3paOOTaHHBIN METO]I SBJISIETCS MEPBBIM METOJIOM KOJIMYECTBEHHOU onleHKu AC- u

®oC-priroueHuid Ha IPIIOM-kapTax ¢ CyOKIETOUHBIM Pa3pEICHUEM.

OrpanudeHust MeToa, IPEUI0KEHHOTO B HACTOSIIEM HCCIIEJOBAaHUH, CBSI3aHbl C TPEOOBaHUEM
HCIIOJIb30BaTh YABTPAaTOHKKE KIeTouHbIe cpe3bl Aiia DDIIDOM-ananuza. Bo-nepBeix, cienyer moOMHUTS,
YTO KJIETOYHBIM Cpe3 HEe paBeH o0beMy I1enoi kieTku, a oaHa ODDIIDOM-kapra BHU3yanu3upyeT
COJIEP’)KUMOE TOJIBKO OJTHOTO KJIETOYHOTO cpe3a. Bo-BTOPHBIX, 3TOT METO peAoCcTaBIsieT HH(GOPMaIUIO
TOJIBKO 00 00JaCTH, 3aHATOM BKIIIOYEHHUSIMHM, KOTOPbIE COJIEP’KAT JIOCTATOYHO aTOMOB (ocdopa min
a30Ta, JOCTATOYHBIX NIl OOHapyxeHus c¢ nomoipio DDPIIOM. Meros He y4yMTHIBaeT pa3HMIY B
IUIOTHOCTU BKJIIOYEHUN WJIM B BEIMYMHE CUTHAJa OT HUX. BBHUAY BBIIEU3TIOKEHHOTO, 3TOT METOJ
HauboJee MOJXOOUT Ul CPAaBHUTEIBHOIO aHallM3a cojiep:kaHusi pezepBoB (ocdopa u azora. s
a0COTIOTHON KOJIMYECTBEHHOW OLIEHKH CIIEyeT MCIOJIb30BaTh JPYrue NOCTYIHbIE KOJIUYECTBEHHbIE
meTo sl [Simon, 1973; Lorenz, Schroder, 1999; Erickson et al., 2001; Hupfer et al., 2008; Ohtomo et
al., 2008; Kulakova et al., 2011; Moudtikova et al., 2017b]. ITpu 3TOM MOATBEPKACHUE XUMHUYCCKOM
MIPUPOJIBI BKITFOYCHUH He3aBUCUMBIMU MeTofamu (SIMP-cniekrpockomnus, Mukpo-crekrpockonust KP u
T.J.) SIBJISIETCSl BeCbMa LiejecooOpa3HbIM. B-TpeTbux, upe3BbIUaiiHO MEJIKUE BKIIOYEHHS (B OCHOBHOM
®oC-BKIIOYECHHS) MOTYT HE JETEKTHpOBaThCcs ¢ momombio OPIIOM. B-uerBepThiX, ciemyer
OCTOPOXHO OTHOCHUTBCSI K BOIIPOCY O BBIKPAILIMBAHUU COJEPKUMOTO BKIIFOUEHUN U3 CPE30B BO BpeMs
WX IPUTOTOBIIEHUS (OCOOEHHO YaCTO ATO MPOUCXOJAUT C BaKyOJSIPHBIMU BKJIIIOUEHHsIMH). M, HaKoHell,
WHOTJAa TPYAHO JOCTOBEPHO OMNPEAENUTh JIoKanu3anuio KpolineyHbix PoC-BkitoueHUil (Hampumep,
OTIPEJICNIUTh HAXOAATCS OHU B IIUTO30JI€ WIM B HEOOJbINON Bakyonu). Yaiie BCero 3ta TPyAHOCTH
BO3HMKAET M3-3a2 HU3KOTO KOHTpacTa MeMOpaH BCIIEACTBHE MCKIIIOUEHUSI KOHTPACTUPOBAHUS 00pa3IioB
ypanunaneratom s npoBenerust DPIIOM-kaptupoBanus o dpocopy. ITo HEOOXOAUMO AT TOTO,
9TOOBI N30€KaTh POOIIEM, CBSI3aHHBIX C MEpEeKphIBaHNEM MTUKa ypaHa B criektpe XI193 ¢ auamnazonom,
HaxoAsdUMMces mepea HukoM ¢ocdopa, KOTOPBI HCHOJB3yeTcs Ui amnmnpoKcuManuu (oHa Mpu
DDIIOM-kaptupoBannu 1mo docpopy [Shebanova et al., 2017]. Mbr nonaraem, 9To OOJBIINHCTBO
BBIILIEYOMSIHYTBIX OTPAaHWYEHUH MOXKHO IPeo0seTh, paboTas € JOCTATOYHO OOJBIIMM HabopoM

OOIIOM-KapT KIETOYHBIX CPE3OB.

B mpeacraBnenHoii paboTe oreHka oTHOcuTenbHON mmomann PoC- u AC-BKiIOUeHUN
npoBoauiiack npu ananuze DPIIOM-kapt kieToyHbIX cpe3oB. [I0CKOIBKY KIETOUHBIN Cpe3 HE paBeH

o0beMy menoi kieTkd, a oaHa OPIIOM-kapra BHU3YyalM3UPYET COAECPKUMOE TOJIBKO OJHOTO
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KJIETOYHOTO Cpe3a, TO TOJy4YEeHHbIE HaMHU Pe3ylbTaThl KOPPEKTHO CPAaBHHUBATh C JAaHHBIMH, TaKKe
MOJIydeHHBIMH ISl KJIETOYHBIX cpe3oB. Cpenu BCEX H3BECTHBIX METOJOB, HCHOJB3YEMBIX IS
KkomyectBeHHoro ananmuza ®@oC- u AC-BmoueHuit, Toipko B Mophomerpun [19M-uzobpakeHuii
KJIETOK aHAJIM3UPYIOTCS KJIETOUHbIE Cpe3bl. B HaydHO# TUTEeparype OTCYTCTBYIOT pabOTHhI, B KOTOPBIX C
nomoiupo Mophomerpun I[IOM-u3o0paxkenuil oueHuBanu Obl OTHOCHUTENbHYIO Iutomanap PoC-
BKJTIOYCHU B MUKPOBOJIOPOCIISIX M IIMAaHOOAKTEPUSAX UM OTHOCUTEIBHYIO TIoImans AC-BKIIIOUSHHI B
nuanoOakrepusx. B orHomennn AC-BKIIIOYEHUN 3YKapUOTUYECKUX MHUKPOBOJIOPOCIICH H3BECTHO, YTO
oTHOcuTeNnbHas omans AC-BkimoueHUN (0003HAYEHHBIX KaK KPUCTAIJIbl MOYEBOM KHUCIIOTHI) B
MukpoBogopocau Symbiodium sp. mpu Hemoctatke (ocdopa B cpene He npesbimaet 4% (mis 100
aHaIM3MPYEMBIX KJIETOUHBIX cpe3oB) [Rosset et al., 2017]. Tonoansie mo dgocdopy C. vulgaris IPPAS
C-1, Desmodesmus sp. S-2014 u Nostoc sp. PCC 7118, uccnenoBaHHbie B MPEICTABICHHON padoTe,
CIIOCOOHBI K 00JIee HHTEHCUBHOMY aKKyMysupoBaHuio AC-BkiIroueHui, uem Symbiodium sp. B padote
Rosset ¢ coaBropamu [2017]: otHOCcHTenbHas miomiaas AC-Bkmodennii B kiaetkax C. vulgaris IPPAS
C-1, Desmodesmus sp. S-2014 u Nostoc sp. PCC 7118 moxer mocturate 7,9%, 17,2% u 18,5%,

COOTBETCTBEHHO (CM. puc. 42 a,B,1).

[Ipemyaraemeriit ympouieHHbI MeToa 00paboTkun DDPIIDOM-kapT moJpKeH ObITh TOJIE3€H IS
IIUTOJIOTHYECKIX H MHKPOOHOJIOTHYECKUX MCCIICIOBAaHNH, a TAK)KE BO BCEX 00JIACTSIX, TIe HEOOXOJMMBI
(cpaBHUTENBHBIC) OIICHKUA CYOKJIETOYHOTO pacmpesesieHus uaHoduiimaa, noaudocdaroB u apyrux
BKJIIOUEHUH, OoTaThiX hochopoM u/uiau a3otoM. OTHUM U3 IPKUX TPUMEPOB €r0 TPUMEHEHUS SIBIISETCS
WCCIIC/IOBAaHUE BIUSHUS YCIOBHW KyJIbTHBHPOBAaHHUS HAa CYOKJIETOYHOE pacIpeelicHHe T'yaHHHa W
nosmdocdaToB B MUKpoBogopocisix. KonmyectBenHast nHGopMaIysi 0 CyOKJICTOYHOM pacrpeieiICHUH
pe3epBoB a3o1a U Gocdopa B KIETOYHBIX Cpe3ax SBISCTCS YHUKAIBHBIM PE3YIbTaTOM Pa3padOTaHHOTO
MeTona. Takas uH(MoOpMAIKsT MOKET UMETh pellaroliee 3HaueHue i 0ojiee riryOOKOro TOHMMAHUS
MEXaHU3MOB M30BITOYHOTO TOTJIONIEHUS Pochopa U a30Ta MUKPOBOJOPOCISIMHA U JIJISI UCCIICIOBAHUS
s¢dexroB HOkayTa U (HITH) CBEPXIKCIIPECCHU T€HOB, YIACTBYIOIINX B PETYIIAIUHN U XpaHeHuu Gocdopa
W a30Ta B KJIETKe. MBI TaKKe T0J1araeM, 4To MPEIJI0KEHHBII HAMU METO/I MMOTSHIIUAILHO MPUMEHUM K
JIPYTUM THUIIAM MHKPOOPTaHM3MOB WIIM KIJIETOK, CIIOCOOHBIX (popmupoBaTh BHYTpuKIeTOUHBIE DoC-
BimoueHuss w/mnu  AC-BiimtoueHusi. OCHOBHBIMHM — YCIOBUSIMH  JJISl  YCIEIIHOTO TIPUMEHEHUs
paspaboTanHoro meroaa sABisAtoTcs: (1) mocrarounoe ans aerekuuu merogoM DDIIOM komuyecTBO
aToMoB ¢ocdopa 1 a30Ta B ITUX BKIIOUEHUSX, U (2) BOZMOXHOCTH NONyduTh DDIIOM-KapTy ¢ 1enoro

KIJIICTOYHOT'O CpE3a JIsd OLICHKHU €Iro IJIoMmaau.

Ba)XHO OTMETHUTB, UTO MPAKTUYECKH BCE 3TAIBI OCYIIECTBICHUS pa3paboTaHHOTO MeToa (KpoMe
BbIOOpa 00JacTH BKIIOUEHHH B pabouem ainroputme “A” M BBIYUCIEHHS IUIOIIAAM KJIETOK B 00OMX

anropuT™Max 00paboTKH, CM. puc. 12), MOTYT OBITh aBTOMaTH3MPOBAHbBI. B CBS3M ¢ 9THM MpeNIOKEHHBIN
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METO/I SIBJISIETCS MEPBBIM MOAXOA0M, MPEANOJararoiiiM MoJlyaBTOMaTHYeCKyo 00padoTky DPIIOM-
KapT s oueHku coxaepxkanusi AC- u ®oC-pximtouenuit. [locne BHenpeHus 3TOM BO3MOKHOCTH HaIIl

MIOAXO0J1 3HAYUTENILHO YBEIMUUT CKOPOCTh aHanu3a JPIIOM-kapr.

B namreii paboTe ¢ moMoIipio pa3paboTaHHOTO METO,1a MBI OTICHHJIN T€TEPOTeHHOCTD ITOTYIISIIIHIHA
KJIETOK MUKPOBOJOPOCIIEH U IIHaHOOAKTEpUH TIO COJIEPKAaHHIO pe3epBoB (ocdopa u azota. MblI Takke
BBISIBWIIM OCOOEHHOCTH HAaKOIUIEHUS pe3epBoB (ocdopa u a3ora y ABYX IITAMMOB 3€JIEHBIX
MHUKPOBO/IOPOCIICH, BRIPAIICHHBIX B aHAJIOTUYHBIX YCIOBUSX, U Ianobakrepun Nostoc sp. PCC 7118.
MBpI oka3am, 4To BHYTPUKIIETOYHBIE PEe3EPBHI a30Ta Y MEKPOBOIOPOCIICH U TUAaHOOAKTEPHIA 3aHUMAIOT

1o 18,5% ot momaau KIeTok, a pe3epssl Gochopa — no 1,4%.

B otHomenun AC-BKIIOUEHUM, MBI BBISICHWIH, YTO CHUTHAJ, MOJTY4eHHBIH 0T AC-BKIIOYCHUH
C.vulgaris IPPAS C-1, 3HAuMTENILHO HIKE CHTHAJIOB, TMOJYy4eHHBIX OT AC-BKIIOYEHUI
Desmodesmus sp. S-2014 u Nostoc sp. PCC 7118 (puc. 36 6,r, puc. 25 0), ckopee BCero, u3-3a pa3IHymii
B MX IJIOTHOCTH U TOHKOW CTPYKTYpE€, YTO TMOATBEPKIAETCA Pa3IMYUSIMHU B TUIOTHOCTH MaTepHalia
BKJIFOUCHHH MHUKpoopraHu3MoB Ha [1DOM-uzo0paxenusx (puc. 34). Kpome TOro, Mbl mokasaiu, 4To
OCHOBHBIC PE3EPBBI a30Ta y MHUKPOBOJOPOCICH JIOKAIM3YIOTCS B BaKyoJIsIX, Y ITHAHOOAKTepUil — B

IIUTO30JIE.

Msbl Takxke ONpPENeNUIN BHYTPUKJICTOUYHYIO JIOKaJIM3alMio pe3epBoB ¢dochopa Kak B
MaHOOAKTEPHH, TaK U B MUKPOBOJOPOCISAX. MBI CMOTJIM Pa3AeIUTh KOHTPACTHBIE MO JIOKAIU3ALUU
tunel PoC-Brimouennii B kietkax Nostoc sp. PCC 7118 (accomuupoBannsie ¢ III'b wnmm He
accormuupoBanHbie ¢ [1I'B). U3yuenue conmokanuzanus nosudocdarapix rpanyn ¢ I[II'b moxker ObITh
BKHO JJIS HUCCIENOBaHWM OuocuHTe3a M Merabonu3ma mnonudochaToB B KIETKAX, MOCKOJBKY,
BeposiTHee Bcero, I1I'b yuactByeT B ynakoBke nonudoc@arHbIX 1eneil B BaKyosiX MUKPOBOAOPOCIIEiH
(cm. pasmen 5.2.3). IlosaToMy, BeposiTHee Bcero, cojokanusanust yactu ®oC-pximouenuid u [II'b B
KJIETKaxX [IMaHOOAaKTepUil yKa3bIBAaeT Ha CYIIECTBOBAHUE MMOTEHIIMATIBHO PA3IMYHBIX IyTell OMOCHHTE3a
nonudocaToB B nMaHoOaKTepHAIbHBIX KJIeTKaX. B pe3ynbTate paboThl MbI TOKa3ajiH, YTO OCHOBHBIE

pe3epBsl pocdopa y mnaHobakTepuii nokanuzyrorcs B @oC-BKIIOYEHUSIX B LIMTO30JIE.

Mpl Takke MOKaszadd, YTO B M3YYEHHBIX MITaMMaX MHUKPOBOJOPOCIEH OCHOBHBIE PE3EPBBI
dbochopa npeacTaBasSIOT cO00# BakyossipHbie U (W) 1uTo30bHBIe DoC-BKITIOYSHNS, TOTraa Kak PoC-
BKIJIFOUEHUS, PACIOJIOKEHHBIE B XJIOPOIUIACTaX, SApPE, a TakKe BKIIOUEHHUS C HEOIpenelIeHHOU
JOKANIHU3aIMeH, Mo-BUIMMOMY, BHOCST HE3HAYUTEIbHBIN BKJIa B 00IME KIIETOUHBIE 3amackl docdopa
(puc. 42 r,e). Ml Taxxe 0OHApYKHITH Pa3HUILY B JJOKAJTU3AI[MK OCHOBHBIX M OOIIHMX pe3epBOB ochopa
B IBYX IITAMMAX 3€JIEHBIX MUKPOBOJIOPOCTIEH, BEIPAIIICHHBIX B AaHATIOTHYHBIX yCIoBHsIX. HaOmonaembie

pas3jinuusa MOryT OBITH CBSI3aHBI C TEM, UYTO YKa3aHHBIC MHKPOBOAOPOCIIN OTHOCATCA K KOHTPACTHBIM
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sKkosiornueckuM rpymmam: Desmodesmus sp. S-2014 sBisercs cuMOHOTHYeCKUM mitamMmmoM, a C.

vulgaris IPPAS C-1 — cBO0OOJHOKHBYIIIUM.

Wrak, pa3paboTaHHBI METOA MO3BOJSIET MPOBOAUTH KOJMYECTBEHHYIO OLIEHKY OOWIHS |
BHYTPHUKJICTOYHOHU JIOKAJIM3AIIUN pe3epBoB (hocdopa 1 a30Ta B MEKPOBOJOPOCIAX U IIHAHOOAKTEPUIX
Ha DJJIEMEHTHBIX Kaprax, NOoJdy4eHHbIX MeTogoM O®PIIOM. Takum o00pa3oM, ¢ [OMOIIbIO
MPEUIOKEHHOTO METOJa Mbl TOKaszaiw, 4Yro aHaiauTthdeckas [IOM mpemocTaBisieT LEHHYIO
nH(poOpMaUI0 O CyOKJIECTOYHOM pacmpeseiieHuu pe3epBoB (ochopa u azora y (HoTOaBTOTPODHBIX

MHUKpPOOPIraHHU3MOB.
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6. 3akiaoueHue

[Iponieccol 0Opa3oBaHMs W KOHTPOJIMPYEMOW JHerpajallid BHYTPHKJIETOYHBIX BKIIOUYCHHIA,
COZIEPIKAIlUX PEe3epBbl KIIOYEBBIX OMOTEHHBIX 3JI€MEHTOB, (hocopa M a30Ta, OTPaXKAlOT BaKHbBIC
aCIeKThl KJIETOYHOH OHOJIOTMH OJHOKJIETOYHBIX OKCHUTECHHBIX (POTOTPOGHBIX OpraHu3MOB. AHAIHN3
MEXaHU3MOB, JICKAIUX B OCHOBE ITUX IMPOLUECCOB M HX PETYJLALUH, — KIOY K IOHMMaHUIO

(byHIaMEHTaIbHOM KaPTHHBI KJIETOYHOI OMOJIOTHH ATUX MUKPOOPTaHU3MOB.

B cBsI31 C BBIIIEN3/I0)KEHHBIM, 1I€JIbIO JAHHON pabO0ThI IBUJIOCH U3YUEHHE BIMSHUS IPUCYTCTBUS
B cpelie pocdopa 1 a30Ta Ha BHYTPUKIETOYHOE pacipeiesnienne, GopMUPOBAaHUE U CTPYKTYpY pocdop-
M a30TCOJCPIKAIIUX BKIIOYECHUN Y MUKPOBOJIOPOCIIEH U IIMAHOOAKTEPUI C MTOMOIIBIO AaHATUTUYECKOU
[I9M — MOIIHOTO MHCTPYMEHTAIBHOIO METO/A, CIOCOOHOTO /1aBaTh HH(OPMALIHIO O pacHpeesIeHun

3JIEMEHTOB C CYOKJIETOYHBIM Pa3peLICHUEM.

Jannsie Tpagunuonnoi [IOM mokaszanu, 9To B roJIoAHBIX MO Gocdopy mmbo a30Ty KiIeTkax
HCCIIeTyeMBIX MHKPOOPTraHU3MOB TIPOUCXOAUT (POPMHUPOBAHUE YIIIEPOI-3aMaCAIOIINX KOMIIAPTMEHTOB
— nunuaHBIX 1700ya. [IpuMenuB Meronsl aHammThydeckord [IOM, MBI BBISICHWIIM, YTO B KJIETKaX
MHKPOBOJIOPOCIIEH U IHaHOOAKTepUid TIPH OTCYTCTBUU (ochopa WM a30Ta B CPe/ie TAKKE MPOUCXOIUT
(a) ucue3HOBEHHE KIIETOUYHBIX PE3EPBHBIX BKIIOUYEHUN, 000TaIllEHHBIX 3J€MEHTOM, OTCYTCTBYIOIINM B
cpene, u (0) popMupoBaHUE BKIIOYEHU, 00OTAIIEHHBIX PUCYTCTBYIONIUM B cpene daemeHTom. [Ipu
BocrofiHeHUH Jedunuta (ochopa b0 azoTa MPOUCXOTUT PECHHTE3 KIETOUHBIX BKIIOUYCHHIA,
00OTaIIEeHHBIX COOTBETCTBYIOIIUM 3iieMeHTOM. [lonmydeHHble pe3ynbTaThl MBI CYMMHpPOBAIM B
0000meHHOM cxemMe (opMUpOBaHUS W PACXOJOBaHHS pPE3epBOB azoTa U (Gochopa B KIETKAX

OKCHUTEHHBIX (DOTOTPO(HBIX MUKPOOPTAaHNU3MOB Ha puc. 44.

B paGote MBI mpemiokuiIM MPOCTOM METOJ aHalIM3a AJIEMEHTHBIX KapT (ocdopa m azora,
MOoJIy4eHHBIX MeTooM OPIIOM — ogHuM U3 MeToJ0B aHamuTuuyeckod [IOM, nns xonMuecTBEeHHOU
OIIEHKH COJIep)KaHUs M JIOKaJIM3aluu pe3epBoB ¢dochopa M a30Ta B KIETKaX MHKPOBOJOPOCIEH H
nuaHoOakTepuil. Mbl peIoKUIM IPOCTON MOAXO0A AJIs pa3/iefieHHs CUTHAIIA, TOJTy4€HHOTO OT a30T- U
dbocdopconepkanux CTPYKTyp, W CHUTHala OT HEpeNeBaHTHBIX CTpyKTyp Ha ODIIDM-kaprax
nocpeacTBoM (i) M3MEpeHHs] OTHOCUTEIBHONW SHTPOMHUHM M OIpEAeeHHs] MOPOrOBOTO 3HAUEHUS s
Oounapuzanuu, (i) mpeoOpazoanust IDIIOM-kapT B OuHapHBIE YepHO-Oenble n300paxeHus u (iii)
CerMEHTAllMi H300paKeHUsl AJIs OLEHKH OTHOCUTENBHOM IJIOM[AJAM BKIIOYEHUN W JIOKANIHU3AIMHA B

KIICTKCE.
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Puc. 44 O606menHas cxema GOpMHUPOBAHUS U PACXOJ0BaHUsS Pe3epBOB az0Ta U Gocdopa B KIETKAX
OKCHT€HHBIX (POTOTPO(PHBIX MHUKPOOPraHW3MOB B 3aBUCHMOCTH OT JOCTYITHOCTH JTHX 3JE€MEHTOB B
cpene KyJbTUBUPOBAHHSI

PazpabGorannsiii MmeTon mo3BossieT aHanu3upoBaTh @oC- u AC-BKIIOYCHHUS Ha CyOKJIETOYHOM
YpOBHE, B TOM YHCJI€ BKJIIOUEHUs ¢ pa3MepoM MeHee 180 HM. Mbl Ipo1eMOHCTPUPOBAII TPUMEHUMOCTD
JAHHOTO METOJIa K Pa3NUYHBIM MHUKPOOpPraHM3MaM, BKIIIOUYas YKapHOTUYECKUE MHUKPOBOJOPOCIH U
uuanoOakrepun. C MoMoIIbI0 pa3paboTaHHOTO MOAX0/a 0XapaKTEPU30Balld T€TEPOTeHHOCTh KIIETOK B
UCCIIeTyeMbIX KyJIbTypax B OTHOIICHUH aKKyMYJIUPOBaHUS UMU pe3epBoB Gochopa u a3ora. BeisicHunm,
YTO BHYTPUKIIETOUHBIE PE3EPBBI 230Ta Y HCCIEAYEMBIX MUKPOBOJIOPOCIEH U IMaHOOAKTepUil 3aHUMAIOT
1o 18,5% ot miomaam KIeTok, a pesepssl pochopa — 10 1,4%. Mbl okazanu, 4TO OCHOBHBIE Pe3epPBBI
docdopa B KIeTKax UCCICAYEMBIX MHKPOBOJIOPOCIEH JTOKAIN30BaHbl B BAKyOJsiX M (MIJIK) IIUTO30JIC.
IIpennokeHHbli HAMHU METOJ SIBJISIETCSA NEPBBIM HM3BECTHBIM IMOAXOJOM K KOJIMYECTBEHHOM OLEHKE
cogepxkanusg u Jokanmuzauuu AC- u ®PoC-pxmouennit Ha OPIIOM-kapTax ¢ CyOKIECTOYHBIM
paspemenueM. Takum o0pa3oM, B MpeACTaBIeHHONH paboTe MbI MOKa3ajlid, 4YTO MPUMEHEHHE
aHamuTHyeckoid [I19M mo3BosisieT mosyyars Ba)KHYIO MHPOPMAIHMIO O CYOKIETOYHOM paclpe/ieieHuu

pe3epBoB a3ota u pocdopa y GoTOTpoHBIX MUKPOOPTaHU3MOB.
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He meHee BaxxHBIM 3TaroM SIBJISETCS CTaHIAPTU3ALMS SKCIEPUMEHTAIBHBIX MPOTOKOJIOB U
o0ecrieyeHre BOCHPOM3BOJUMOCTH HAOIIONAEMBIX B OTHOLICHWM BHYTPHUKICTOYHBIX BKIIOYCHUH
3¢ dekToB. DTO HEOOXOAUMO JIJIsi TIOHUMAHUS OCHOBHBIX 3aKOHOMEPHOCTEH, CBS3BIBAIOIINX CHHTE3 U
KaTaboJU3M pe3epBOB a30Ta v Gochopa ¢ KHHETHUESCKUMU U (PU3UOJIOTHICCKIMHU TTapaMeTpaMu poCTa
KYJIBTYp M CTATYCOM MX MUHEPAJIbHOTO MUTaHUsI. 3HAUUTEIbHOE BHUMAHUE 3TOMY YAEISAIO0CH U B Halllel
paboTe, a MIMEHHO K CTaHIAPTU3ALUH OIpPEIEIICHUS TOJOAHON 1O (Gochopy WM a30Ty KyJIbTYPHI
kietok. MccnenoBanus popmupoBanust @oC-BKIIOUSHHI B KIIETKaX MUKPOBOOPOCIIEH TIPU TIepexoie
oT (ochopHOro romoganus K U30BITKY B cpefie HeopraHudeckoro ¢ocdopa, B TOM YUCIE METOJIOM
aHanutudeckoit [I9M u He3aBUCUMBIMU METOJaMH, BBISIBUJIM, YTO B IIEPBbIE Yachl OCJE J00aBIEHUS B
cpeny ¢ochopa B 3enenoit mmkposogopociu Chlorella vulgaris mpoucxomut dopmupoBanue
noyrdochatabix @oC-BKIIIOUEHHI B pe3ylibTaTe U30BITOYHOTO morionieHus: ¢pocdopa. BrisiBiIeHHBIN
¢denomen popmupoBanust PoC-BKIIOYEHHH TPU BOCCTAaHOBIEHUH (POCHOPHOTO MUTAHUS 0003HAUNIIH B

000011eHHOM cxeMe Ha puc. 44.

IMpu sTom amanu3 skcrpeccuu renoB C. vulgaris cBuaeTenbCTBOBANI O MOTEHIIHATBLHON
BOBJICYCHHOCTH B OJTOT IMpollecc TeHa, komupyromiero VTC-momoOusiii Oenok  (mommdocdar-
MOJIUMEpa3y, PacrojIoKeHHYI0 B MeMOpaHe BaKkyoJn), U Ju(PpepeHIIaIbHOTO OTBETA TPAHCIIOPTEPOB
Heopranudeckoro ¢gocdara. [Ipu 3TomM HaOMOIATN CHIDKEHUE SKCITPECCUN THITMYHOTO TPEACTABUTENS

cekpeTupyeMbix Gocdaras (myprnypHoit kucioi pocdarassr).

WuTtepecHbiM (pakToM, BIEepBble BBISBICHHBIM MpH aHaiu3e pe3epBoB ¢ocdopa B KIETKE
MHUKpPOBOJIOPOCJICH, SABJIAETCA Haluuue Yy BakyoJsipHbIX @oC-BKIIOYEHHUN H3TUX OpPraHU3MOB
XapaKTEepHOU YIbTPACTPYKTYPHON OpraHu3aluu («MHOTOXUIIBHBIA Kabenb»). Hapsany ¢ maHHbIMH O
muddepeHInanbHOM  AKCIPECCUU TeHOB, ynopsaoueHHas cTpykrypa OoC-BKIIOUEHUN MOXKeET
CBUJICTEIHCTBOBATH 00 y4aCTHH B UX OMOCUHTE3E PETYIUPYEMBIX MYIbTH(PEPMEHTHBIX KOMIUIEKCOB, a
HE TOJBKO TMPOIIECCOB CHOHTAHHOW moMuMepu3anuu u (wim) kpucramiuzauud. [lomyueHHbIe
pe3yNbTaThl TAK)KE YKa3bIBAIOT HA TO, 4TO GopmupoBaHue U cTpykrypa ®oC-BKIIOUEHUN OTpaxaroT
(GYHKIIMOHUPOBaHHE MEXaHM3MOB aKKJIMMallMd MUKPOBOJOpOCIEH K nocTynHocTtu ¢ochopa B cpere

KYJIbTUBUPOBAHU.

Anamu3z @oC-BKIIIOYEHHH B KIIETKaxX I[MaHOOakTepuil MeToAoM aHanutudeckoil [I9M mpu
nepexoie OT TojoAaHusi K M30bITKY (ocdopa B cpene mokasan, 4yTO B IEpBbIE Yachl MOCHE
B0300HOBIIEHUs (hochopHOro muTaHus B HenuazoTpodHoil nuanobakrepun Nostoc sp. PCC 7118 u
poacTBeHHOU el numasorpoduoit 1manoOakTepun Nostoc sp. PCC 7120 Tak ke, Kak U B
MHUKPOBOJIOPOCIISX, MpoucxoauT Gopmupoanue @oC-primroueHuii (000011eHo Ha puc. 44). [Ipu 3Tom

MBI BIICPBLIC ITOKA3aJId, YTO HaHI/I‘-II/Ie/OTCYTCTBI/Ie OK30TCHHOI'O CBA3aHHOT'O a30Ta B CPEAC HC BJIUACT HA
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crnocoOHOCTh aAnazoTpoduoil nnanobakTepuu GopmupoBars PoC-BKIIOYCHHS B TEPBBIE Yachl MOCIE

nobasnenus Gpochopa.

IIpn wuccnenoBanun AC-BKIIIOUEHUH pa3IUMYHBIX MMKPOBOJOPOCIEH MBI IOKa3ajad, 4TO
¢dopmupoBanre AC-BKIIOUEHHUH SBISETCS OOIMM CBOHCTBOM MPEACTABUTENEH DPA3IUYHBIX TPYII
MHUKPOBOJIOPOCIIEH, B TOM YHCJIE CBOOOJHOXKUBYLIUX U CUMOMOTUYECKUX MUKPOBOJIOPOCIIEH, a TaKXKe
Pa3IMYHbIX CEMEMCTB NUHO(UTOBBIX U 3€JIEHBIX MUKpoBOJopocield. C MOMOIIbI0 METO/Ja MHUKpPO-
cnekrpockonuu  KP  BeisscHmim, uro AC-BKIIOYEHHs MUKpoBojgopocieit Desmodesmus sp. u
Amphidinium carterae sBsIFOTCS MypUHOBBIMH KPUCTAJIAMH, & UMEHHO BKJIIOYCHUSAMH TyaHHHA. C
HCIO0JIb30BAHNEM KOMOWHHUPOBAHHOIO IOJAXOJa Ha OcCHoBe aHanmuTuueckod I[IOM u  mumkpo-
cnektpockonuu KP, B HacTosel paboTe BrepBble M0Ka3aHo, 4To AC-BKIIIOUEHUS MUKPOBOI0POCIEH
NEMUCTBUTENBHO SBISAIOTCS (OPMOI BHYTPUKIIETOUHBIX PE3€pBOB a30Ta. B yacTHOCTH, yCTaHOBIIEHO, UTO
() mpu asotHOM rosoganun AC-BKIIOYEHHS METa00IM3UPYIOTCS KIETKOH; (il) mpu mepexojae OT
a30THOT'O TOJIOJaHUs K U30BITKY HEOPTaHUYECKOTO a30Ta B Cpejie MPOUCXOAUT ObICTpoe (hopMHUpOBaHHE
AC-pxmodennit; (iii) ¢ moMompio u3oTomHON MeTku °N MoKa3aH IOCTEHNEHHBbIH KaTaboIM3M U
pecunte3 AC-BKIIOYEHMII B TIPOLECCE BOCCTAHOBJIEHUS KIETKHM TOCIE a30THOTO TOJIOJaHMUS.
[TonydenHsie  pe3yabTaThl B OTHOLICHWM  pacXxoJoBaHWsi H  pecuHTe3a  AC-BKIIOYEHUUH
MHKPOBOJIOPOCJICH TakXe HalUIM CBOE OTpakKeHHE B OOOIIEHHOW cxemMe Ha puc. 44. BaxubiM
pe3ynbTaTOM HACTOSIIEH pabOThl SBISAETCS BBIBOJ O MOTCHIHAIbHOM ydacTuu AC-BKIIOYCHHUH B
M30BITOYHOM HAKOIUIEHUH U 3allaCaHMM a30Ta B KJIETKaX MUKPOBOJOPOCIIEH M0 aHAJIOTHH ¢ (PEHOMEHOM

M30BITOYHOTO TOTIIONIeHUS docdopa.

Takum 00pa3zom, MOJY4EHHBIE DPE3YyIbTAThl IMO3BOJIAIOT YCOBEPIIEHCTBOBATH METOJAMYECKUE
MOAXOJIbI K HCCJIEIOBAaHUIO0 BHYTPUKJIETOYHBIX BKIIOYEHHM, OOOTramieHHbIX a30ToM u (ocdopom, B
dboToTaBTOTpOpHON KIETKe MeToAaMu aHanmutudeckoil [IOM. PesynpTaToM MOpakTUYECKOTO
WCIOJIb30BAHUSI HOBBIX W YCOBEPIICHCTBOBAHHBIX METOJMYECKHX IOJXOJ0B CTajo YriyOleHHOe
MOHUMAaHHE KJIETOYHOW Ouonoruu (GOTOTPOGHBIX MHUKPOOPTraHU3MOB B OTHOLICHWU  POJIH
BHYTPHUKJIETOYHBIX BKJIIOYEHHH B MPOIECCaX aKKIMMAIUU KJIETOK MHUKPOBOAOPOCIEH K HEJOCTaTKy U
M30BITKY a30Ta U (ocdopa B cpefie, a TakkKe YyTOUHEHHE MEXaHHU3MOB HM30BITOYHOTO TMOTJIONMICHUS U
3amacaHus ATHX dJIEMEHTOB B KieTkaxX. JlanpHeimuii mporpecc B 00J1acT MUKPOCKOTIMU U TIOHUMaHHE
MEXaHHU3MOB DPETYISIMA CHHTE3a M KaTaOoliM3Ma BHYTPUKIETOUHBIX BKIIOUEHUN MaeT HaAeXKIy Ha
pacmudpoBKy OMOIOTHYECKON PO 3TUX CTPYKTYp B MOJJIEPKaHHHM KJIETOYHOTO TOMEOCTas3a, a B

NEPCICKTUBC — W HA UCIIOJIB30BAHUC 3TUX 3HAHUI B YIIpaBJICHUU MeTa00JIU3MOM KIIETKHU.
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7. BeiBOABI

1) Pa3paboTan MeTox, MO3BOJIIONIMI OICHWBATh CYOKJIETOYHOE pacIpeieieHue U oOmiue

pe3epBoB docdopa 1 a30Ta B MEKPOBOJIOPOCIISIX M ITHAHOOAKTEpUSX HA deMeHTHBIX DDPIIDM-kaprax.

2) OCHOBHBIC pe3ePBbI a30Ta Y MUKPOBOIOPOCIICH JIOKAIN3YIOTCS B BAKYOJISX, Y IIMaHOOAKTEepUit
— B 1iuTo3oJie. OcHOBHBIC pe3epBbl (pochopa y MUKPOBOJIOPOCIICH JIOKATH3YIOTCS B BAKyOJsIX U (WJIH)

IIUTO30JI€, a Y IHaHOOAKTEPUl — B IIUTO30JIE.

3) Ilpu BoccranoBienuu QochopHoro muranus B MmukpoBogopocan Chlorella vulgaris
HaOmogaercss  ¢opmupoBanue mnoiudocharHeix  PochopcoaepKauX BKIOYCHUH, MPU ITOM
BaKkyoJIIpHBIC  Qochopcogepkaiue BKIIOYECHUS HMEIOT  XapaKTePHYI  YIBTPACTPYKTYPHYIO

OpraHu3anuio TUIia «MHOTOKHJIBHEIN KaOeby.

4) Tlpu BoccranoBnenuu (ochopHoro muranus y wmmukposogopociu Chlorella vulgaris
MIPOMCXOJUT BpEMEHHOE yBenudeHue skcrpeccun reHa VTC-momobHoro Oenka, coBajaroliee Io

BpeMeHH ¢ (pOpMHpPOBAaHHEM BHYTPUKIIETOUHBIX (hochopcoaepikaluX BKIIOUEHUH.

5) Ilpu BoccTaHoBaeHnu GochopHOro muTanus y muanodakrepuii Nostoc sp. PCC 7118 u 7120
HaOmogaercss  dopmupoBanre Qocdopcoaepxkamux BrIodeHUH. Hammume mmbo oTcyrcTBHE

CBSI3aHHOTO a30Ta B Cpejie He BIMSIET Ha UX (hopMUpOBaHKE y nra3oTpodHoM nnanobakTepun Nostoc sp.

PCC 7120.

6) AsoTrcoaepkariie BKIIOYEHHUs MEKpoBogopocieii Desmodesmus sp. u Amphidinium carterae
NPEJICTABIIAIOT COOOM BKIIIOUYEHHS I'YaHHHA, KOTOPBIE HCYE3al0T TPU WHKYOAIlMK KJIETOK B OTCYTCTBHE
CBSI3aHHOTO a30Ta W HAKAIIMBAKOTCS MIPH BOCCTAHOBJIEHHH a30THOTO MUTAHKS. DTO CBHIETEIBCTBYET O
(YHKIIMOHHUPOBAHHUH A30TCOIEPIKAIINX BKIKOYEHUIH MHUKPOBOJOPOCIEH B KAYECTBE BHYTPHKICTOUHBIX

PE3CPBOB a30Ta.
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8. baaronapuocTn

Bripaxkato Tiry00Kyr0 0J1IaroJapHOCTh MOEMY Hay4YHOMY PYKOBOJUTENO Tpodeccopy Kadeaps
onoumwkenepun Anekcero EBrenpeBnuy COJIOBYCHKO 32 HEOIICHUMYIO TIOMOIIb U COACUCTBHE Ha BCEX
JTamnax BBIOJHEHHUS PabOTHI, 32 TEPIICHUE U MOIIECPKKY. Takke BeIpaXkaro HCKPEHHIOK0 01aro1lapHOCTh
MOMM HayuyHbIM HAaCTaBHUKaM — COTpyAHMKaM Kadeapsl OuounxeHepuun Ouibre AHIpeeBHE
I'openoBoit u Onbre lBaHoBHe baynuHoil 3a BCeCTOPOHHIOIO NOMOIIbL B yuyedOe U B IPOBEIACHUU

HCCHG[{OB&HHﬁ, 3a IOHMMAaHHUE, HCHHBIC COBCTHI U MMOAACPIKKY.

3a mpuoOpeTeHne MEepBHIX HABBHIKOB PAaOOTHI B J1abOpaTOpuu, 3a HEOICHUMYIO MOMOIIL B
ocBoeHun MeToJoB [I9M u ananutuueckoit II9M Bblpakai0o OTpOMHYIO OJaroJapHOCTb HAYYHOMY

cOTpyaHUKY Kadeapsl OnonHxenepun Anactacuu CepreesHe [1leGanoBoii.

Bomemyro  GmaromapHOCTh  BBIp@KAD  COTPYAHUKAM  MeXKadeapaabHOW JlabopaTopun
AIIEKTPOHHOW MMKpPOCKONIMHM — 3aBeaytomiemy jadbopartopueit ['eopruto Haranosuuy JlaBunoBuuy,
BEIyIINM MHKEeHepaM AHaTonnio ['eopruesnuy bornanoBy u Anapero Biiagumuposuay MouceeHko 3a
BO3MOXHOCTh IIJIOJIOTBOPHOM pabOThl Ha COBPEMEHHOM AaHAJUTHYECKOM IPOCBEUMBAIOIIEM

AIIEKTPOHHOM MUKPOCKOIIE.

XoTenoch OBl BBIPA3UTh OCOOYIO MpHU3HATEIBHOCTH Tpodeccopy Kadenpsl OHOMHKCHEPHUH
Enene CepreeBne JloGakoBoii, coTpynHukam kadeapsl OmommxeHepun Hpune OmeroBne Censx,
Jlapuce PatmupoBHe CemenoBoit u IlaBny Hukomaesuuy IllepGakoBy 3a BO3MOXKHOCTH PabOTHI CO
mTaMMaMH ~ MHUKPOBOJIOPOCJECH ¥ IMaHOOAKTepWii,  KYJIbTUBUPYEMBIX B  JIaDOpaTtopuu
doroduorexnonorun Kadeapel OnommkeHepuu. OrpoMHYIO 0JIarOJJapHOCTH BBIPAXKAKD COTPYIHUKY
IOJIMXCKOTO UCCIIEIOBATEIBCKOTO 1eHTpa B ['epmannu JlanucinaBy Henbany 3a BO3MOKHOCTE pabOTHI CO
mrrammoM MukpoBogopociu Chlorella vulgaris CCALA 256; corpyauuky KapimoBa yHuBepcuTeTa B
Yexuu Ilerepy Moiixkenny 3a BO3MOKHOCTh paboThl co mrammom Amphidinium carterae NCMA
CCMP1314; corpyauukam Yuusepcutera ben-I'ypuona B U3paune Kamune Kokabu u Mune Xo3un-

T'onxbepr 3a BO3MOXKHOCTE paboThl co mtaMmmoM Lobosphaera incisa SAG 2468.

Bripakaio UCKpeHHIOIO OJIarogapHOCTh COTpyAHUKY WHCTUTyTa OHOOpPraHMYECKON XUMHUHU
Wnprapy 3usnauHoBuyy MamenoBy, a TakKe HAyYHBIM COTPYIHHKAM OHOJIOTHMYECKOTO (pakynbTeTa
MI'Y Onsre BanentunoBue Kapnooii u EnuzaBere Hukonaesne BuHorpamnoBoii 3a BCECTOPOHHIOKO
MOMOIIb U COJICHCTBHE TIPU OCBOCHHH MHOIO METOJOB MOJEKYISIpHOW OHONIOTHH. 3a MOMOIIb B
OCBOGHMM MeETOJIa JIa3epHON CKaHUpYyIoleld Mukpo-cnektpockonuun KP  xouy mobnaromaputh
corpynuuka KapnoBa ynuBepcuteta B Yexum Ilerepa Moibkema U acnupaHTKy HOJHUXCKOTO

HCCIIEA0BATENBLCKOrO LeHTpa B I'epmanun JIy I'ao.
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3a COBMECTHYIO pabOTy BBIpaKal0 OTPOMHYIO OJaroJapHOCTb: COTPYAHUKY (akymbreTra
¢dbyanamentanbHoi Mequiuael MI'Y [onbmakoBy Braaumupy MBaHoBUYY 3a TpOBEICHHE aHAIIN3a
obpasioB merogoM SIMP; corpynnuky yHuBepcutera Macapuka (Uexus) Anapero HukomaeBuuy
HaBp110BY 1 coTpyaHuky MHcTtuTyra 6Moopranndeckoi xumuu MBany BrnagumupoBuuy 3BAruHy 3a
NpOBEJICHUE CeKBeHHpOoBaHUs u cOopky Tpanckpunroma Chlorella vulgaris IPPAS C-1; cotpynHuky
reoyiorudeckoro Qakynprera MI'Y Annpero IOpbeBuuy BeIUKOBY 3a mpoBeeHHEe aHaM3a 00pas3IoB

meronom MCIT-MC.

Hckpenne Garoaapro KOJUIEKTHB Kadeapsl OMonHKeHepun Ouosiornueckoro gaxynpsrera MI'Y

3a MOJJIEP’KKY B MIPOBEICHUH UCCIIEI0BAHUI U IPYKECKOE ydacTHe.
B 3aBepiienue 61aroaapro CBOI CEMBIO U PY3€i 3a MOIEPKKY U TepPIICHUE.

PaGota Oblna BbIOMHEHA MTPU (PUHAHCOBOM Mojanepxkke MuHucTepcTBa 00pa3oBaHUs U HAYKH
Poccuiickoit ®enepaunu (npoekt RFMEFI61617X0080) ¢ wucnonb3oBaHueM 000pydOBaHMUS,
npuobpereHHoro 3a cyer cpenctB Ilporpammel passutuss MI'Y umenun M.B. JlomonocoBa, u
YHUKAJIBHOW Hay4YHOM yCTaHOBKH '"TpexmepHas 3JIeKTpOHHAss MUKPOCKOIIHS M CIIEKTPOCKOIHS' [IEHTpa

KOJIJIEKTUBHOTO HoJb30oBanusg MI'VY.
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IIpunioxenue 1

Taon. 1. 3HaueHHs DHEPrHil  XapaKTEPUCTUYECKOTO PEHTIEHOBCKOTO  u3iydeHus (k3B),
COOTBETCTBYIOIIME HAanOO0JIee MHTEHCUBHBIM MTUKaM OMOJIOTMYECKH 3HAYMMBIX 3JIEMEHTOB, HJIEMEHTOB
MCTOJIb3YEMBIX KOHTPACTHPYIOIINX BEIIECTB M 3JIEMEHTOB ammapatHoro ¢oHa B nuanasone 0-10 k3B.

JlaHHBIE TIPUBEICHBI W3 MOHOTpaQHUH 10 AHAIUTUYECKOH TPOCBEUYMBAIOIICH DJICKTPOHHOMN
mukpockonuu [Cunmo, Oukasa, 2006, C. 252 — 253]

Tun buosornyecku 3Ha4UMBbIE 3JIEMEHTHI

muka | C @) N P Ca K Mg Na Cl S
Ke 0,28 0,53 0,39 2,01 3,69 3,31 1,25 1,04 2,62 2,31
Kp 2,14 4,01 3,59

Tun KonTpactupyroiue 31eMeHTbl DneMeHTHI anmnapaTHoro (GpoHa

muka | Os U Pb Fe Co Si Al Cu
Ke 6,40 6,93 1,74 1,49 8,05
Kp 7,06 7,65 8,90
Lo 8,91 0,93
My 3,17 2,35

Mg 1,98 3,34 2,44

Cunpno, JI. AHanmuTrueckas mpocBeunBaromias nekTporHas mukpockonus / J[. Cunno, T. OukaBa. —
M. : Texnocdepa, 2006. — 256 c.
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Tabn. 1. 3nauenus >uepruii (3B) HanboIee THTEHCUBHBIX TUKOB OMOJIOTHYECKHA 3HAYMMBIX DJIEMEHTOB
M DJICMEHTOB KOHTPACTUPYIONIUX BEIIECTB, BBISBISEMBIX B CIIEKTPaX IMOTEPh YHEPTUU IICKTPOHOB B
mranazoHe 100-600 »B. /lanHble mpuBeneHbl U3 MOHOTpAa(UU MO aHATUTUYECKON MPOCBEUUBAIOIICH
anekTpoHHOU MuKpockonuu [Cunmo, Oukara, 2006, C. 250 — 251]

Tun nuka DneMeHTbI
C @) N P Ca U
K 284 532 399
Lo 136 350
Ls 135 347
O4 105

Cunpno, JI. Amanmutrueckasi mpocBeunBaroiias nekTporHas mukpockonus / JI. Cungo, T. Oukasa.

M. : Texnocdepa, 2006. — 256 c.
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IIpunioxenue 3

oI E DERSD | CP TCLDIFY TISDNPKVI TRCNHHFHLIJCLYEWL ERSETCPVCGERIMISIF E F [
CRRTAE DERRD [ CPTCLDIGYTISDNPKVI TRCNHHFHLIJCL YEWL ERSETCPVCGERYVISIF E F I
VERRPTAE EDISEVCPTCLDIAY TISONPKVI TRCIMHHFHLIACL YEWL ERSETCP VCENSRRVISIFE F \AY
SR E DISD [ CPTCLDIJYTISONPKVI TRCNHHFHLIJCLYEWL ERSETCPVCEKISVINF EE|
ERREINEEERDVCPTCLEIAYTISENPK [VTKCSHHFHLIEC [ YEWMERSDTCPVCGKIMVIMFDE I
IR GADEERD [CPTCLDIAYTIHENPK I LTRCSHHFHLEMC I YEWMERSETCPVCGKMMINF D ERRS
INGERADDERD [ CPTCLDMYTINENPK [ [ TKCSHHFHLEC [ YEWMER SETCPVCGKMMVINF D ENS
SO CIIDDERID [ CPTCLDMYTIENPK [ I TKCSHHFHLEC I YEWMER SETCPVCGKMMINF D EJRE
R EKIWAD ERDVCPTCLDIJYTIJENPK IMTRCSHHFHLIGC [ YEWL ERSESCP [ CGKISMVISFIGF BYg
SR TIIDDERD [ CPTCLDMY TIRHIENPK I I TKCSHHFHLBC I YEWMER SETCPVCGKMVIAFD E e
Opranusm O6o3nauenue | Homep [TopsinkoBbie HOMepa | UneHTHYHOCTD
NOCIEI0BATCABHOCTH | aMUHOKHUCIOTHBIX c Cvu, %
B Oa3e GenBank OCTaTKOB B
II0CJICA0BATCIIBHOCTU
Chlorella  vulgaris | Cvu MK334250 32 —88 -
IPPAS C-1
Chlorella Cs PRW57997.1 168 — 224 98
sorokiniana
Micractinium Mc PSC75162.1 147 — 203 81
conductrix
Chlorella variabilis | Cva XP_005847649.1 2—56 86
Lupinus La XP_019452145.1 136 — 191 63
angustifolius
Tarenaya Th XP_010553953.1 167 — 222 67
hassleriana
Arabidopsis thaliana | At BAB08646.1 166 — 221 65
Raphanus sativus Rs XP_018478334.1 160 — 216 65
Populus euphratica | Pe XP_011020909.1 131 — 186 63
Brassica rapa Br XP_009139814.1 160 — 215 65

Puc. 1. MHoXeCcTBEeHHOE BBIPAaBHMBAHHE aAMHUHOKHCIOTHOW TOCIEAOBATEIIBHOCTA  ydacTKa
npeanosaraemoit youksutunnurassl E3 Chlorella vulgaris IPPAS C-1 (yyactka TpaHCIMPOBaHHOM
nocienoBarenbHocT  KoHTHra MK334250) ¢ mocnemoBaTenbHOCTSMHU — yOUKBUTHHIMraz E3
POACTBEHHBIX MHUKPOBOJOPOCIEH M pacTeHUW. BbIAeNeHHbIE YEepHBIM I[IBETOM aMHHOKHCIIOTHBIC
OCTaTKH KOHCEPBATHUBHBI (MIECHTHUYHBI WM B3aMMO3aMEHSIEMbl) B YKa3aHHOM IIOJIO)KEHHUHU Yy BCEX

MPEACTABJICHHBIX MOCIEI0BATEIbHOCTEH, TEMHO-CEpbIM — KOHcepBaTuBHBI y OT 80% mo 100%
MPEACTABICHHBIX MOCJIEI0BATEILHOCTEN, CBETJIO-CephIM — KOHcepBaTUBHBI y oT 60% mo 80%
MPEJICTAaBICHHBIX MOCJeaoBaTeNbHOCTeH, OelbIM — KOHCepBaTUBHBI y MeHee ueM 60%

MpPEACTABICHHBIX TMOcaeAoBaTenbHOCTed. Ha puCyHKe NpeacTaBieH ydacTOK TPaHCIMPOBAHHOU
nocienoBareasHocTr KoHTHra C. vulgaris IPPAS C-1 - MK334250, ¢ 32 mo 88 aMHMHOKHCIIOTHBIH
0CTaTOK, K KOTOPOMY TIPOBOIMIM An3aiiH mpaiimepos st TP B peansHOM Bpemenu (cM. Tab:1.5)
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IIpunoxenne 4

Cvu 245 RIFEAZNIAIKNAN®] - - - - SEPEANNE GINROIGYINL P VIS VNIV N
Cva 234 YIHEAZNAISENAN®] - - - - AAPEDINQGINNE IGYINL P VA4S ANzIch AL 1N
Mc 225 YIATNAAENGNS) - - - - QEPEAINA GINND VGVARL P VA4S ANEIch VI
Mn 585 RIFENSWVINENEEN- - - ASD | KEAWKIN ENNASGINRYV E VTS EANEIEST L WS
Ap 453 NIESIHVVAAALTEN®) - - - -RKAREWINT PNNKEG KIML AV IREICh A VINE
Rs 991 RIZATAINANGN - - AAGR - RERINK EINNASGINRYV E VA AN L N3
S IERF P YAVLEVK L OfReINelod R PISVVVISS[ VIEISEIL VISIVPKF SKE | HGMARNL IS
IR F P YAVLE VK L OfReINEIod R PIRVV VLol | BISEIL VISAVPKF SKE | HGTAEI F
Pa 475 RIZATAINATENC T OHGQE PEDIWNR QNN S SHIMYE ANV 4SS SNNETCh Y 1IN
Ph 442 RIZATMNNATENC T OAGQEPESIVR EINEASHIME ANV ANEICh A TN
Opranusm O6o3nauenue | Homep [TopsinkoBbie HOMepa | UneHTHYHOCTD
NOCIEI0BATCABHOCTH | aMUHOKHUCIOTHBIX c Cvu, %
B 0Oaze GenBank, | ocrarkos B
AHHOTaluA II0CJICA0BATCIIBHOCTU
Chlorella  vulgaris | Cvu MK334249 245 — 289 -
IPPAS C-1
Chlorella variabilis | Cva XP_005849213.1 234 — 279 84
oemnoxk Vicl
Micractinium Mc PSC69098.1 225 — 270 82
conductrix oenok Vics
Monoraphidium Mn XP_013900046.1 585 — 631 61
neglectum oemok Vic2
Auxenochlorella Ap XP_011396433.1 453 — 498 55
protothecoides 6enok Vics
Raphidocelis Rs GBF99690.1 991 — 1037 60
subcapitata 6enok Vic
Saccharomyces Sc EDV12743.1 419 — 468 58
cerevisiae oenok Vtcs
Tolypocladium Tc PNY20637.1 425 — 474 58
capitatum 6emok Vics
Podospora anserina | Pa XP_001912897.1 475 — 524 58
oenok Vtcs
Phialophora hyalina | Ph RDL29963.1 442 — 491 56
oenok Vtc

Puc. 1. MHOXECTBEHHOE BBIPaBHUBAaHHEC AaMHHOKHCIOTHOW TOCJIEIOBATEIBHOCTH  YydYacTKa
npennonaraemoro VTC-nonooHoro 6emka Chlorella vulgaris IPPAS C-1 (ydacTka TpaHCIMpOBaHHO
nocnenoBarenbHocTH KoHTHTa MK334249) ¢ mocnemoBarenbHOcTsMU OenkoB u3 cemeiictBa VTC
3€JIeHBIX MHUKPOBOJOpPOCIeH W TpuOOB. BhIIerIeHHBIE YEpPHBIM IIBETOM AMHHOKHCIOTHBIE OCTAaTKU
KOHCEPBATHBHBI B YKAa3aHHOM IIOJIOXKCHWUHM (MJSCHTUYHBI WM B3aUMO3aMEHSEMBI) Y BCeX

MPEACTABICHHBIX MOCIEI0BATENbHOCTEH, TEMHO-CEpbIM — KOHcepBaTHBHBI y OoT 80% mo 100%
IIPEJICTABICHHBIX I10CIIEI0BATENIBHOCTEN, CBETJIO-CEPhIM — KOHcepBaTuBHBI y oT 60% mo 80%
MIPEJICTABICHHBIX MOCJIENOBaTeIbHOCTEH, OenbIM — KOHCEpBaTUBHBI y MeHee ueM 60%

MpEeACTABICHHBIX TMOcaeAoBaTenbHOCcTed. Ha pucyHKe mpeicTaBieH ydacTOK TpaHCIMPOBAHHOU
nocienoBarensbHoctu koutura C. vulgaris IPPAS C-1 - MK334249, ¢ 245 o 289 aMHHOKHCIOTHBIMH
0CTaTOK, K KOTOPOMY IPOBOIMIIN Tu3aiiH npaiimMepoB mis [P B peanbHOM BpeMeHH (M. TabI1.5)
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Cvu 30 m:m.vmmmvm“-c-m i L VI GALE/\AE T VRING | ADJLINNGFWANIBIP D | [FYY G
¢ LAREHML R SNME Sh b ML i
S o R R R i R
[ I M wmenean Gy N 0 e
| bR aEomsmLaiey  me M GRS
Es 66 [DINZNVNEAICINVANANCNAANAGY - [3E L €AY - - - - FINESHNT < INESKEIRADINE CHODNEGHL Ve
Opranusm O6o3nauenue | Homep [TopsinkoBbie HOMepa | neHTHYHOCTD
MOCJIEI0BATENBHOCTH | aMHUHOKHUCIOTHBIX c Cvu, %
B 0Oaze GenBank, | ocrarkos B
AHHOTAITUS MOCTIEIOBATEIIHLHOCTH
Chlorella  vulgaris | Cvu MK334251 30—92 -
IPPAS C-1
Chlorella Cs PRW32920.1 28 — 091 91
sorokiniana TpaHCTIOPTEP
docdara
Micractinium Mc PSC76970.1 136 — 199 86
conductrix HaTpuii-pocaTHbIi
CUMTIIOpPTEP
Chlorella variabilis | Cva XP_005843014.1 51 — 114 78
TpaHCTIOPTEP
dochara  BBICOKOI
adbpuaHOCTH
Parachlorella Pk BAU71130.1 45— 112 77
kessleri Hatpuii-pochaTHbIit
CHUMIIOPTEP
Tetraselmis chuii Tc AA047330.1 27— 90 63
TpaHCIIOPTEP
dochara  BBICOKOH
adbpuHHOCTH
Volvox carteri Vc XP_002958976.1 4 — 67 61
TpaHCHIOPTEP
docdara
Chlamydomonas Cr XP_001695776.1 27 — 93 60
reinhardtii HaTpuii-pochaTHbIN
CUMIIOpPTEP
Ectocarpus Es CBJ33891.1 66 — 129 57
siliculosus TpaHCIIOpTEP
dochara  BeICOKOU
apPUHHOCTH
Puc. 1. MHOXeCTBEHHOE BBIPABHUBAHME AaMHUHOKHCIOTHONH TOCJIENIOBATEIILHOCTH  y4acTKa

npearnoaraeMoro Hatpuii-¢pocharnoro cummoprepa Chlorella vulgaris

IPPAS C-1 (yudacTka

TPAHCIMPOBAHHOM MocnenoBaTeabHOCTH KoHTUra MK334251) ¢ mocienoBaTesbHOCTAMU OEIKOB
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TpaHcrmopTepoB (hochaTa MUKPOBOIOpOCIei. BeieieHHbIC YePHBIM IIBETOM aMHHOKHCIIOTHBIE OCTATKU
KOHCEpBATHBHBI B YKa3aHHOM [IOJIOKEHUU (MJACHTUYHBI WM B3aUMO3aMEHSEMbI) Yy BCEX

MPEACTABJICHHBIX MOCIIEI0BATEIHLHOCTEH, TEMHO-CEpbIM — KoHcepBaTuBHEI y oT 80% mo 100%
MPEACTABJICHHBIX IOCJIEI0BATEILHOCTEH, CBETJIO-CephiM — KOHcepBaTuBHBI y OT 60% m0 80%
MPEACTABICHHBIX TOCJIEIOBATEILHOCTEH, OelbiM — KOHCEpPBAaTUBHBI y MeHee ueM 60%

IIPEACTABIICHHBIX IOCIeAOBaTeNbHOCTEH. Ha pHCyHKe NpeAcTaBileH Y4acTOK TPaHCIMPOBAHHOU
nocnenoBareabHocTr koHTHra C. vulgaris IPPAS C-1 - MK334251, ¢ 30 mo 92 aMHHOKHCIIOTHBIN
0CTaTOK, K KOTOPOMY IPOBOIMIIN Tu3aiiH rnpaiiMepos ais [P B peagpHOM BpeMenu (cM. Tabi1.5)
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Cvu 65 [MESYAQINNKVAYVIECENEY | EOQN L N | [MNNNGIVZYNVENAEC YA~ | IIRIRPITC[EIR)OIVe] A Geld - M= L W=
S YEE F QA ISl [\YP(elA TIMReIe!V[NYREL [ NNIEVA [ VIGY Y[@AASS T DRIWVEGRMRMOINEG FI@Y [ FINL F!
Mc 384 ECISIKIEIAINESEGEASR Y VONQWTINENSGIYZYN T [6WAq - VAY TEERIR QW [EIRI K [RYVIe] C MeTd | MVIEVINE
ST FOSRNr g1 ((NPRIA SRR [HWaal [ NSIVA LVIGY YIJA AN 1 DKIHWNGRIMRMORRYG FIMMEN | Fl
oYL FOSOIF IV [ [P[elA SRRV VIeIWRgL [ NSV S [[@GY YINA AVAN | DKISWNGRINR | OIYG FIRYMELRL Fl
ve 323 MG T I IMINE TN L | QVIME W TINMNE A \ZNNV[EWAY - VAF THESLY IMMMM NG F IRV EN L F]
Mn 163 ESYNEIAF T AIMY I TENEP F QRIMQINT AMNSGINNN L (VAW A VA A | WISTAPI v €15 R E4VIe] A Vel - MYiA AMC

Opranusm O6o3nauenue | Homep [TopsinkoBbie HOMepa | UneHTHYHOCTD

MOCJIEI0BATENLHOCTH | aMHUHOKHUCIOTHBIX c Cvu, %
B Oa3e GenBank OCTaTKOB B
II0CJICA0BATCIIBHOCTU

Chlorella  vulgaris | Cvu MK334252 65 — 127 -

IPPAS C-1

Chlorella Cs PRW20802.1 643 — 706 89

sorokiniana

Micractinium Mc PSC68539.1 384 — 447 57

conductrix

Chlamydomonas Cr XP_001701833.1 316 — 379 56

reinhardtii

Chlorella variabilis | Cva XP_005843759.1 384 — 447 54

Volvox carteri Vc XP_002955497.1 323 — 386 54

Monoraphidium Mn XP_013905031.1 163 — 226 51

neglectum

Puc. 1. MHoOXeCTBEHHOE BBIPAaBHHBAHHE AaMHHOKHCIOTHOM IOCJEIOBAaTeIbHOCTH  y4acTKa
npeanonaraemoro  H™-docdarnoro cummoprepa Chlorella vulgaris IPPAS C-1 (yuacrtka
TPaHCIMPOBAHHOM MOCIen0BaTeNbHOCTH KonTura MK334252) ¢ nocnenosarensHoctamu 0enkos H'-
dbochaTHBIX CHUMIIOPTEPOB MHUKPOBOJOpOCiei. BbiaeneHHble YepHBIM LIBETOM aMUHOKHCIOTHBIE
OCTaTKH KOHCEPBATHUBHBI B YKAa3aHHOM IOJOXEHUHM (MICHTHYHBI WM B3alMO3aMEHSEMbI) Y BCEX

MPEACTABJICHHBIX MOCIIEI0BATEIbHOCTEH, TEMHO-CEpbIM — KOHcepBaTuBHBI y oT 80% mo 100%
MPEACTABJICHHBIX IOCJIEI0BATEILHOCTEN, CBETIO-CEphIM — KOHcepBaTuUBHBI y OoT 60% po 80%
MIPEJICTABICHHBIX I[OCJENOBaTeIbHOCTEH, OenbIM — KOHCEpBaTUBHBI y MeHee ueM 60%

MPEACTABICHHBIX TMOcaeAoBaTenbHOCTEd. Ha pHCyHKe NpeAcTaBieH y4acTOK TPaHCIMPOBAHHOU
nocienoBarenasHocTr Koutura C. vulgaris IPPAS C-1 - MK334252, ¢ 65 no 127 aMHHOKHCIIOTHBIN
0CTaTOK, K KOTOPOMY TIPOBOAMIM An3aiiH mpaiimepos s [P B peansHOM Bpemenu (cM. Tab1.5)
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Cov 2] S MEEMYG o R AR R e o
i, 5 i e SV RS U Smanm i o
Opranusm O6o3nauenue | Homep [TopsinkoBbie HOMepa | neHTHYHOCTD
MOCJIEI0BATENBHOCTH | aMHUHOKHUCIOTHBIX c Cvu, %
B Oa3e GenBank OCTaTKOB B
MOCJICI0BATEILHOCTH
Chlorella  vulgaris | Cvu MK334253 261 — 323 -
IPPAS C-1
Chlorella Cs PRW60148.1 605 — 668 92
sorokiniana
Micractinium Mc PSC73849.1 228 — 291 71
conductrix
Chlorella variabilis | Cva XP_005845616.1 223 — 286 67

Puc. 1. MHuoxecTBeHHOE BBIPAaBHMBAHHE aAMHUHOKHCIIOTHOW  TIOCIEIOBATEIHPHOCTH  yJacTKa
npeamnojaracMoii mypnypHoit kucioi  ¢ocdarassr  Chlorella vulgaris IPPAS C-1 (ygactka
TPaHCIMPOBAHHOM IMOCIEA0BaTENIbHOCTH KOHTUTa MK334253) ¢ mociaenoBaTeIbHOCTAMH MTYPITyPHBIX
KUCTBIX (ocdara3 MHUKpoOBoAOpocieil. BriieneHHble YepHBIM IBETOM aMUHOKHCIOTHBIE OCTaTKU
KOHCEpBaTHBHBl B YKa3aHHOM IIOJIO)KGHMM (MOCHTHYHBI WJIM B3aUMO3aMEHSIEMbI) Yy BceX
MPEACTABJICHHBIX IOCJIEI0BATEIBHOCTEN, CBETJIO-CEphIM — KOHcepBaTuBHBI y OoT 60% mo 80%
MIPEJICTABJICHHBIX I[OCJIEOBATEILHOCTEH, OeIbIM — KOHCEpBAaTUBHBI y MeHee ueM 60%
MPEACTABJICHHBIX IMOcaeAoBaTebHOCTEH. Ha pucyHke mnpencTaBlieH y4yacTOK TPaHCIMPOBAHHO U
nocienoBareapHocTr koHTHra C. vulgaris IPPAS C-1 - MK334253, ¢ 261 no 323 aMHHOKHCIIOTHBIN
0CTaTOK, K KOTOPOMY IPOBOIMIIN au3aiiH mpaiimepos mis [P B peaasHOM BpemeHH (cM. Tab1.5)
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IIpunoxenne 8

6

Puc. 1 VYnbrpacTpyKTypHBIE 0COOEHHOCTH KIE€TOK 3eieHoit mukposogopociau Chlorella vulgaris
CCALA 256. TIDM-m300pakeHHs ¢ YIbTPATOHKOro (a) ® Tosictoro (0) Cpe3oB KIETOK
MHUKPOBO/IOPOCITH, TIOKa3bIBAIONINE KJICTOYHBIE KOMITAPTMEHTHl MUKPOBOJIOPOCIN: MUTOXOHIpUH (M),
Bakyonu (B), sapo (A1), kpaxmanshabie 3epHa (K3) u mupenony (IT) B coctaBe xmoporiacta (Xi), a Takke
ANEeKTPOHHOIUTOTHBIE (pochopconepkamme BrmodeHUs: (PCB) B Bakyossax. [1OM-u3o0pakeHus
MPECTAaBICHBl Ui KOHTPACTHPOBAHHBIX ypaHHWJIAIIETAaTOM M I[UATPAaTOM CBHHIA (a) ©W He
KOHTPACTHPOBAHHBIX STHMHU COeAMHEHHUSIMH (0) Cpe30B KJIETOK MHUKPOBOJIOPOCIH Ha CTallIOHAPHOU
¢daze pocrta mocie BoccraHoBieHUs (ochopHoro nutanus. [IOM-uzobpaxenue (a) MmoyiyyeHO Ha
mukpockornie JEM-1011 coBmecTHO € cOTpynHUKOM Ouosnoruueckoro dakynsreta MIY 1.6.H.
I'openogoii O.A. Macmtabusie oTpe3ku: 0,5 MKM
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Tabn. 1 VYeenmuuenue maccoBoit moiu dochopa B kierkax Chlorella vulgaris IPPAS C-1 mocne
nepexojia ot hochopHOTO TONOAaHMS K U30BITKY Heopranudeckoro (ocdopa B cpene. B Tabnuie mis
Kax10# (aszbl pocTa KyJabTYpbl YKa3aHbl CpeJHEe 3HaYCHHE, COOTBETCTBYIOIIAs CTaHAAPTHAS OLIMOKa
cpensero (N = 2) u t-xpurepuit CrbromeHta. COTJaCHO pPACCYMTAHHBIM 3HAYCHUSAM t-KPHUTEPHUS
CrerozieHTa, 3HAYCHHE MacCcOBOM o Gocdopa uTst TONOIHBIX KIETOK (OTMEUEHO OJTHOU 3BE3I0YKOM
(*)) craTHCTHYECKH 3HAYMMO OTJIMYAJIOCH OT 3HAYCHHWH MaccoBO# moyu docdopa i KIETOK Mmocie
nobasnenus pochopa Ha Bcex cramusax pocra (OTMEUEHBI IByMs 3Be3noukamu (**), p<0,05). Mexay
co0oii 3HaYCHHSI MacCcOBO o Gocdopa s KISTOK Ha CTaIusX pocTa mocie nodasienus Gocdopa
(oT™MedeHBl JBYMsi 3Be3ovykaMu (**)) He MMENM CTAaTUCTUYECKH 3HauMMbIX paszmuuuii (p>0,05,
BBIJICJICHBI B TAOJIHUIIE MO {YCPKUBAHIEM H )KUPHBIM HIPH(HTOM)

Maccosas nonst pocgopa B ToI0AHBIX KJIETKAaX U KJIETKaxX Ha pa3HbIX (azax pocTa 1ocie
no6asienus pocdopa

®aza pocra | ['onogueie | 30 muH 120 mun 240 muH OkcnoHeH- | CrarmoHapHast
KJIETKH [agbHas daza
daza
MaccoBas 0.12+0.02 2.66£0.03 | 4.18+2.02 | 3.62+0.58 | 2.74+0.01 1.81+£0.18
oISt *) () (**) (**) (**) (**)
dbocdopa,
% oT
CyXOTO Beca

t-xpurepuii CTprofieHTa

®aza pocra | ['onogubie | 30 muH 120 Mmun 240 muH OkcnoHeH- | CraimmoHapHas

KJICTKU [UanbHast dbaza
daza

l'ononubie p=0.0002 | p=0.0052 p=0.0135 p=0.0006 p=0.0057

KIICTKU

30 muH p=0.3988 p=0.1449 p=0.0796 p=0.0757

120 Mun p=0.7422 p=0.4198 p=0.2401

240 muH p=0.1657 p=0.052

DKCIOHEH- p=0.0859

uanbHas

baza
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Ipuaoxenue 10

Tab6n.1 Dkcnpeccusi TeHOB, BOBJICYEHHBIX B MeTabo0sm3M noiudocdartos, y mukposogopociu Chlorella
vulgaris IPPAS C-1 npu nepexojae ot pocdopHOro royiojanus K U30bITKY HeOpraHuueckoro gocdopa
B cpene. Januble npeactaBiaeHsl A ciuenytouux craguit: 120 mun (120m), sxcnonennuanbHas (9D)
u crarmonapHas (CD) ¢assl pocra mocie nodasnerus pocdopa K oo Hb6M 1Mo hocdopy kieTkam. B
TaONMIle MPHUBEICHBI CPEIHEe 3HAYCHUE JUIs 4YeThIpeX MOBTOpHOCTeH (N = 4), COOTBETCTBYOLIAS
CTaH/apTHas OIIMOKA CPEHEro, a Takke 3HaueHus t-kpurepusi CthrojenTa. COrjacHO pacCUMTaHHBIM
3HaueHusM t-kpurepusi CThIOJICHTA BCE M3MEHEHHMs SBISIOTCS cTatuctudecku 3HaunmMbiMu (P<0,05),
KpPOME BBIJICJICHHBIX B TAOJIHIIE TTOTYCPKHUBAHUEM U KUPHBIM mipudrom (p>0,05)

I'en Genka 120 muH OkcnoneHum- | Crauuonap- | t-kputepuii | t-kputepuil | t-kpurepuit
(120m) anbHas pa3a | Hadg Paza Crpronenta | Creronenta | CTerogeHTa
(DD) (CD) 120m vs. DD vs. CO | 120m vs.
D0 Co
VTC- 4.042+£0.87 | 1.062+0.175 | 48.889+7.907 | p=0.0152 p=0.0009 p=0.0013
MO00HBIN
0en0K
Harpwii- 3.521+0.721 | 0.865+0.146 | 0.770+0.089 | p=0.0007 p=0.1464 p=0.0056
dbocdarubrit
CHMITOPTED
H*- 0.097+0.011 | 0.838+0.115 | 0.338+0.056 | p=0.0003 p=0.0051 p=0.0008
dbocdarHbIit
CHUMIIOPTED
[lypnypuas | 0.052+0.009 | 0.672+0.072 | 0.531+0.075 | p=0.0001 p=0.2225 p=0.0007
KHCTast
docdaraza
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Hpunioxenne 11

6

Puc. 1 VYnbrpacTpykTypa BereratuBHbIX KieTok muaHobOakrepun Nostoc sp. PCC 7118 mpu
KyJIbTUBHpPOBaHUH (a, 0) Ha monmHo# cpene BG-11 (ucxoanas kyiabTypa), (B, ) Ha cpene 6e3 dhocdopa u
(m) gepe3 4 vaca mocie BoccTaHoBieHus dochoprnoro nutanus. [Ipencrasnensr [I13M-uzo6paxenus
VIBTPATOHKHX CPE30B KJIETOK, KOHTPACTHMPOBAHHBIX ypaHWJIAIETAaTOM M IUTPATOM CBUHIA U
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noxy4eHHbIX Ha Mukpockone JEM-1011. KC — knerounas crenka; Kc — kapbokcucoma (moymsapajibHOE
TeNo, coaepxkaiiee pudynozoduchocharkapookcunasy); H — 3ona mykneouna; [1I'b — rpanyna momu-
(R)-3-rumpokcudyrupara, P — ckorenus pudocom; T — tunakouns; ®C — duxodmmucomsr; LN —
ua”ouIHOBbIe rpanyinbsl = ACB (a3oTcoiepikamiye BKIIOUEHHS); 0. — O-TpaHyja TJUKOreHa; f3 —
TUMHIHAS B-TpaHyna; CTpENIKa YKa3blBaeT Ha OCMHUO(HIIbHBIC BKIIOUEHUS, MPH3HAHHBIE C MTOMOUIBIO
ananutuueckoit [I9M kak docdopconepxarine BriodeHus (cM. puc. 23). MacitabHbie oTpe3ku: 1
MKM (a, B); 0,5 mkMm (T, 1); 0,2 MxMm (0).
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Hpunioxenue 12

Puc. 1 VYnbrpactpykTypa BereratuBHbIX KieTok muaHobOakrepun Nostoc sp. PCC 7120 mpu
KYyJIbTUBHPOBaHUH (a, 0, B) Ha momHoM cpene BG-11 (ucxoanas kynsTypa), (T, 1) Ha cpene 6e3 dpocdopa
u (e, ) uepe3 7 cyrok mocie BoccTraHOBiIeHHMS (ocopHoro nurtanus. I[Ipencrasmenst [1OM-
n300pakeHUs] YIbTPAaTOHKUX CPE30B KIIETOK, KOHTPACTHPOBAHHBIX ypaHHJIALETATOM M IIUTPATOM
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CBUHIIA W TOJydeHHBIX Ha Mukpockone JEM-1011. KC — knerounas crtenka; K¢ — xapOokcucoma
(TeTpasmpanbHOE TENOo, coAepkaiiee pudynozobuchocdarkapookcmiasy); H — 3ona nykineouna; [1I'b —
rpanyna noau-(R)-3-ruapokcudyrupara, P — ckormenus pubocom; T — tunmakouas;; OC —
¢duxoommrcomsl; L' — nnaHopuIMHOBBIE T'paHylibl = a3oTconepkanue BriodeHus (ACB); o — a-
rpaHyia TJIuKoreHa; 3 — nunuaHas B-rpaHyna; CTpelika yKa3blBaeT Ha OCMHUO(MUIIBLHBIC BKIIOUYCHUS,
MIPU3HAHHBIC C MOMOIIBIO aHanuTHueckoi [I1OM kak docdopcoaepskarire BKIOYCHU (CM. puc. 26).
Macmrabasie otpesku: 1 MxM (a, T, €); 0,5 mxwm (0, B, I, ).
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Hpunioxenne 13

Puc. 1 VYuerpacTpykTypa BereratuBHbIX KieTok muaHoOakrepun Nostoc sp. PCC 7120 mnpu
KyJIbTUBUpPOBaHUH (a, 0) Ha Oe3aszotHON cpene BG-11o ¢ docdopom, (B, r,) Ha Toil ke cpene, HO Oe3
docdopa u nocne BoccranoBieHus GochopHoro nutanus (1, €) yepes 7 cyrok. [Ipeacrasnenst [IDM-
n300pakeHusl yJAbTPATOHKUX CpPE30B KJIETOK, KOHTPAaCTUPOBAHHBIX YPAHMIALETATOM U IIUTPaTOM
CBUHIIA U TMOJydeHHBIX Ha Mukpockone JEM-1011. KC — knerounas crtenka; K¢ — xapOokcucoma
(TeTpasmpanpHOE TENO, coaepkaiee pudynozoducdocdarkapdbokcunasy); H — 3ona nykneounna; [1I'b —
rpanyna noiu-(R)-3-ruapoxcubyrupara, P — ckomnenust pubocom; T — tuinakouap;; dC —
¢uKOOMINCOMBI; O — O-TpaHyja IJIMKOreHa; [ — nunuaHas P-rpaHyia; CTpeiaka yKa3blBaeT Ha
OCMUO(UIIbHBIE BKIIOYEHUS, IPU3HAHHBIE C TOMOIIIbI0 aHanuTHUecKoi II9M kak dochopcoaepkaiue
BKJIIOUeHHS (CM. puc. 26). Macmirabubie otpes3ku: 1 MM (a, B, 1); 0,5 MxMm (0, T, €).
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IIpunioxenue 14
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MoTepwn aHeprumn anekTpoHoB (3B)

Puc. 1 TunuuHble CIEKTPBI MOTEPh YIHEPTUU FIEKTPOHOB, OTyYEHHbIE OT (hocopcoiepKaliux
(a) m azorcomepxkamux (0) BKIOYeHHMH auazoTpodHoi mumanobakTepun Nostoc sp. PCC 7120. B
cnekTpax oT pochopcoaepxaniux BriaoueHuit — nuku ¢pocdopa (L2 =136 3B, L3 = 135 3B) u xanbuus
(L2 =350 3B, L3 =347 3B), B criekTpax oT a30Tcoep aux BKiIodeHuit — muk azora (K =399 3B). 1
— (OH, anmpPOKCHUMUPOBAHHBIN CTETIEHHON (QYHKIMEN, 2 — CIEKTp A0 BbluuTaHUs (oHa, 3 — CIEKTp
nocje BbIYMTAHUS (POHA. 3AIUTPUXOBAHHBIN MPSAMOYTOJIBHUK B CIEKTPAaX YyKa3bIBAaeT AMANa30H, IO
KOTOPOMY pacCUMTHIBAIACH CTETeHHAst PyHKIMs i BhiuuTanus (ona. BecraBka B (0) - yBenmudueHHas
9aCTh TOTO K€ CHEKTpa MOCcie BEIYUTAHUS (POHA, B KOTOPOM JIMAMa30H [yl pacueTa CTeNeHHON QyHKIUN
IPU BBIYUTAHUU (POHA BHIOpAaH HENOCPEACTBEHHO Iepes; MUKOM a30Ta. CHEKTpbl MOIyd4eHbl OT
YIBTPATOHKHUX CPE30B 0€3 KOHTPACTUPOBAHMSI YPAaHWIALETATOM U LIUTPATOM CBUHIIA
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IIpunioxenue 15
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OHeprus peHTreHOBCKOro uany4yeHus (kaB)

Puc. 1 TunuvHble SHEProIUCIEPCHOHHBIC CIEKTPhI a30TCOJACPXKAIIMX BKIOueHui Tetradesmus
obliquus IPPAS S-2023 (a) u Lobosphaera incisa SAG 2468 (0). Ha pucyHke mpesicTaBieHbI
SHEPTOAMCIIEPCHOHHBIC CHEKTPHI, MPEIOCTABISIONINE KaYeCTBEHHYI0 WH(POPMAIHIO 00 AJIEMEHTHOM
COCTaBe aHATM3UPYEMOTO TOYEUHOTO ydacTka oOpasia (cM. pasaen 4.3.2). Pe3ynbTaTsl mpecTaBIeHbI
st KyabTypsl Tetradesmus obliquus IPPAS S-2023 Ha skcrioHeHIHa bHOU (hasze pocTa u st KyJAbTYphI
Lobosphaera incisa SAG 2468 uepe3 24 uaca mociie BO30OHOBIIEHHS a30THOTO muTaHus. CHEKTPHI
MOJIy4€HBI OT TOJICTBIX CPE30B 0e3 KOHTPACTUPOBAHUS ypaHWJIALETATOM U LUTPATOM CBHHIA (a) U
YIBTPATOHKUX CPE30B C KOHTPACTUPOBAHUEM YPAHUIIAIIETATOM M IUTPATOM CBHUHIIA (0)
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Ipuaoxenue 16
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MHTEeHCMBHOCTb KOMOUHALMOHHOrO
paccesHus (YMCNO UMNYJSIbLCOB)

500 1000 1500 3000 3500
AnvHa BonHbI (CM '1)

Puc. 1 Tunuuneiii cnektp komOuHammoHHOTo paccesHus (KP) oT BHYTpPHKICTOYHBIX BKIFOUCHHIA
Amphidinium carterae  NCMA CCMP1314, cootBercTBytommii crnekrpy KP ryanmna B
MuKpoBoopocisix. K xapakrepuctundeckum nojocam KP B criekTpe ryaHuHa OTHOCSTCS MMOJIOCH! 649,
938, 1235 u 1264 cm™. Tlonoca 649 cm™? (Bemenena kpacHOH pamKoif) GblIa MCHOJIB30BaHA IS
KapTupoBaHus o ryanuHy kietok Amphidinium carterae NCMA CCMP1314 na puc. 29 ae.
PesynbpraThl npencTaBiieHsl Ul KIETOK M3 KyJIbTYpbl uepe3 3 JHs Hocie BO30OHOBJIEHHS a30THOTO
MIATaHUA
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IIpunioxenue 17

Ta6n. 1. 3uadenuss mmuH BOAH (cM™) MOJOC B CHEKTpax KOMOMHAIMOHHOTO PACCESHHS, KOTOPHIE

COOTBCTCTBYIOT KOMIUJICKTY IIOJIOC OT pPa3JIMYHBIX 6I/IOMOHCKYJI U COIIPOBOXIAOIMIUX MOJICKYJI B

MHKPOBOAOPOCIIAX.

XKupHeiM PUPTOM  BBIICTICHBI

ITOJIOCEI,

BBIABJICHUC KOTOPBIX ABJISCTCA

00sI3aTeIbHBIM TSI OJHO3HAYHOW HACHTU(HKAIIMKA COOTBETCTBYIONIEH OMOMOEKy/bl. JlaHHbBIC
npuBeieHbl 13 padotsl [Moudiikova et al., 2017a]

14N- 5N- Benku Kapo- [onu- Kpaxman | Bee 6uo- | Moneky- | Llenas
IyaHUH | F'yaHUH TUHOUABI | hocdaTsr MOJIEKY- | JIbl BOJBI | KJIETKa
ae1 ¢ CH-
CBSI3IMHU

398 388 509 1000 649 479 483 3250 487
497 486 852 1154 697 863 942 3400 649
564 551 942 1520 1004 942 1004 785
649 640 1004 1164 1004 1256 1004
711 702 1127 1235 1130 1310 1235
850 824 1208 1310 1256 1452 1264
938 917 1341 1452 1341 1660 1341
1048 1022 1450 1550 1452 2934 1452
1187 1175 1608 1660 1660 3068 1550
1235 1218 1655 2934 1660
1264 1247 2877 3068 2855
1390 1348 2934 2885
1422 1385 3067 2934
1470 1415 3305 3068
1550 1459
1598 1548
1676 1590
3115 1665
3170 3110

3165

3338

Moudtikova, S. Raman microscopy shows that nitrogen-rich cellular inclusions in microalgae are

microcrystalline guanine / S. Moudiikova, L. Nedbal, A. Solovchenko, P. Mojzes // Algal Research. —
2017a. — V. 23. — P. 216-222.
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Hpunioxenue 18

Puc. 1 YaprpacTpykTypHble 0COOCHHOCTH AMHOMUTOBOW MuKpoBomopociu Amphidinium carterae
NCMA CCMP1314. TI9M-u3o0pakeHusl C yJIbTPATOHKUX CPE30B, KOHTPACTUPOBAHHBIX LUTPATOM
CBMHIIA 0€3  MHCIOJb30BaHWS  ypaHWJAlleTaTa, IIOKa3bIBAlOT  KJIETOYHbIE  KOMIAPTMEHTHI
MUKpoBoJiopociu: mutoxouapuu (M), Bakyomu (B), ampo (S), mysyny (Ily, Bakyousb-momoOHBIM
KOMIApTMEHT, O0pa3yloluiicss B pe3yiabTaTeé HWHBarMHAlMM LUTOIUIA3MAaTHYECKOM MeMOpaHbl),
xjopomiact (Xi1), a Takke >JIeKTPOHHOIUIOTHBIE a3oTcojaepkamue BkiaroueHus (ACB, ryanuH) B
BaKyoJsiX (oTMedeHbl cTpenodkamu). [I9M-nzobpaxenus (0) m (B) — yBeJMYEHHbIE (pParMeHTHI
nzobpaxxenus (a) c ACB, ormeueHHbIMH cTpenodkaMu. [I9M-u300paxeHus npeicTaBieHbl sl KIETOK
MHUKpPOBOJIOPOCIIM 4epe3 26 4yacoB IOCe BOCCTAaHOBJIEHUs a30THOro nutanus. [IOM-uzolOpaxkeHus
noJrydeHbl Ha Mukpockone JEM-1011 coBMecTHO ¢ coTpyJHUKOM Ouojoruueckoro gaxynbsrera MI'Y
1.0.1. ['openosoit O.A. Macmtabusie otpesk: (a) — 10 mxMm, (6,8) — 1 Mkm
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