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CITMCOK COKPAIIEHUI

aneTuIKopepmMeHT A

nepMeasa aMHHOKHUCIOT (amino acid permease)

CEMEWCTBO TPAHCIIOPTEPOB, IPOBOIAIINX AMUHOKHCIOTHI,
OJIMaMHUHBI U opraHokatuoHsl (amino acid-polyamine-choline)
CEMEICTBO TPAHCIIOPTEPOB aMUHOKHUCIIOT (amino acid transporter
family)

TpaHcnopTep amuHokucioT (cationic amino acid transporter)
cemeiicTBo aHnoHHBIX kaHaoB (Chloride channel family)
TPAHCIOPTEP MOYECBHHBI

aMKJI0JTHa3a MOYCBHHBI

nepmeasza amuHOKHCIO0T (general amino acid permease)
KOMILIEKC JiekapOokcmmpoBanus riunuHa (glycine decarboxylation
complex)

Tpancroprep riumuaa (glycine transporter)

cyrnepceMeicTBO akBanopuHOB (Major intrinsic proteins)

MPOEKT, MOCBSIICHHBIN CEKBEHUPOBAHUIO TPAHCKPUIITOMOB
pa3nM4HbIX BUIOB MOpckux mpotuctoB (Marine Microbial Eukaryote
Sequencing Project)

Macc-CIEKTPOMETPHSI BTOPUYHBIX HOHOB B HAHOMAcCIITabe
(nanoscale secondary ion mass spectrometry)

aCCHMUJISIIIMOHHAS HUTPAT-peIyKTa3a

HoymMH26-110100HbIe akBanopunsl (Nodulin26-like intrinsic
proteins)

aCCHMUJISIIMOHAsT HUTPUT-PEAyKTa3a

TPaHCIIOPTEP HUTPAT-HOHOB

aKBaINOPHHBI MJ1a3MaTHYeCKoi MeMOpanb! (plasma membrane
Intrinsic proteins)

cepuH-Aeruaparasa (serine dehydratase)
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SIP
SLAC/SLAH

TIP

UAC
URE
YUT
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CepUH-THAPOKCHUMeTHITpancdepasa (Serine
hydroxymethyltransferase)

Mmasble akBaropuHbl (Small basic intrinsic proteins)

Me IEHHbIC aHHOHHBIC KaHaJIbl, IIPOBOIsAIIME MoUeBUHY (SIow anion
channel-associated homologues)

akBaropuHbI ToHOoIIacTa (tonoplast intrinsic proteins)

KaHaJbl, IPOBOIAIIME MOYCBUHY 1 aMu bl (Urea amide channels)
ypeasa

KaHaJI, IpoBosAIINi ModyeBHuHY (Yersinia urea transporter)



BBEJIEHHE

AKTyaJILHOCTL HCcCJIeA0BaHNA

JuHOQuIareuisTel — 3TO TPyNIa 3YKAPUOTHICCKUX MHKPOOPTAHU3MOB, IMIUPOKO
pacmpocTpaHEHHBIX B Bojax MwupoBoro okeana. I[IpuMepHO MOJOBMHA BUIOB 3THUX
IPOTUCTOB O00JIAJJaeT TUIACTUJIAMU, MO3TOMY B BOJHBIX IKOCHUCTEMAax OHU HIPAIOT
OCHOBOITOJIATAIONIYIO POJIb, SIBIISACH BAXKHEHIIMMH TICPBUYHBIMU  MIPOTYIICHTAMU
(Oxonoakos, 2011). Ilpu sTom Gosbiiasi 4acTh (HOTOCUHTE3UPYIOMMX TUHODIATSIUTST
Croco0Ha K MUKCOTPO(HH, TO €CTh COUYETAHHIO YePT aBTO- M T'eTEPOTPO(GHOrO THUIIOB
nuTaHus. MictounnkamMu OMOTEHHBIX 3JIEMEHTOB JJISI CHHTETHYECKHX TIPOIECCOB Y TAKUX
OpraHU3MOB MOTYT OBITh HE TOJHKO KAHOHUYECKHUE HEOPTaHMYECKUE CyOCTpaThl, TAKUE
KaK HMOHBI HUTpaTa, aMMOHHS W OWkapOOHATa, HO W PACTBOPEHHBIC OPTaHUYCCKUE
COCIMHEHUS, a TaKXke JPYrue MHUKPOOPraHU3Mbl M YaCTUIIBI B3BEHICHHOTO
oprannueckoro Bermectsa (Jones, 2000; Glibert, Legrand, 2006).

B nocnennue necaruneTrs TMHOMIATSIUIATE YaCTO CTAHOBSATCS JTOMUHHUPYOIICH
rpynmnoit  (hOTOCHMHTE3UPYIOMIUX TMPOTHUCTOB B MPUOPEKHBIX PErMOHAX MOPEH, 4YTO
OKa3bIBaeT 3HAYNTEIHHOE BIUSHNC HA (YHKITMOHUPOBAHHUE BOJHBIX IKOCUCTEM. MHOTHE
BU/JIbI B COBPEMEHHBIX YCIOBUAX OKA3bIBAIOTCS CIOCOOHBIMU K 3 ()DEKTUBHON MHBA3UU B
HOBBIC JIJII HUX MECTOOOUTaHMUS, CTAHOBACH TaK HA3bIBAEMBIMHU BHUAMU-BCEJICHIIAMU,
HECYIIUMH YTPO3y CTaOWJIBHOCTH IKOCHUCTEM-penunueHToB. Tak, Bua Prorocentrum
minimum mosiBusics B banruiickom Mope B Havajae 1980-x rofoB U ¢ TeX MOp YCIEIIHO
pacceNuICs 10 BCEM €r0 PErMOHaM, COCTaBIISASI KOHKYPEHIIUIO HATUBHBIM BHJIaM TOTO YKe
pona (Telesh et al, 2016). VYwuamarorcs ciay4anm BeIblmeKk mposudepanun
TUHO(IAreIUISIT, B pe3yJIbTaTe KOTOPBIX (POPMUPYIOTCS IIBETECHUS BOJIBI, WIIH «KPACHBIC
PWINBBD. [[BeTeHMsI pa3mMUHbBIX THHOMIIATSIIAT CHIDKAIOT KA4ECTBO BOAHBIX PECYPCOB
W BEIyT K HAaKOIUICHUIO TOKCHYHBIX METabOIMTOB JTHUX MPOTHUCTOB B TKaHSIX
MPOMBICIIOBBIX BHJIOB MOJUIFOCKOB M pbIO, TakuM 00pa3oM MPEJCTaBIsAsS YIrpo3y
3IOPOBBIO JIIOJIEH M OSKOHOMHKE MpHOpekHbIX oOiacterr  (Anderson, 2009).

Pacnpoctpanenne muHO(IAreIAT W HX I[BETCHHH CBSA3BIBAIOT C OCOOCHHOCTSIMH



¢uznonorny nuTaHus HTUX opraHu3sMoB. CrnocoOHocTh 3(Q(EeKTHO noriouiarb U
ACCUMHIJIMPOBATh Pa3UYHbIE OPraHUYECKHE COCIUHEHHS SIBIAETCA KOHKYPEHTHBIM
NPEUMYIIECTBOM B YCJOBHSIX aHTPOMOTC€HHOW 3BTpO(UKAINU, B pe3ybTaTe KOTOPOi
BO3pacTaeT COJIEpPKaHUE OPraHUYECKUX BELIECTB B NPUOPEKHBIX PETMOHAX MOpEH, B
YaCTHOCTH, B 3CTyapHsx KpymHbeix pek (Anderson et al., 2002; Heisler et al., 2008;
Glibert, 2017). Ilpu 3TOM M3 BCEX OXapaKTEPU30BAHHBIX PACTBOPEHHBIX OPTaHUYCCKUX
BELIECTB, IPUCYTCTBYIOUINX B MOPCKOM BOJI€, HanOOJbIlIee 3HAUEHUE UMEIOT MOYEBIHA
U TIUIUH, TaKk KaKk HMMEHHO OHM OOBIYHO TPEACTABICHBI B CaMbIX BBICOKHUX
KOHIEHTPALUX.

HecMoTpst Ha TO 4TO CHOCOOHOCTH AMHOMIIATEIUIAT K POCTY Ha OPraHUYECKUX
UCTOYHMKAX a30Ta OblIa TMOKa3aHa B TMOJEBBIX M JIAOOPATOPHBIX HCCIEIOBAHUSIX
(BeneBuu u ap., 2009; Fan, Glibert, 2003b; Juzein et al., 2017; Glibert, 2017), mporeccsl
TPAHCTIOPTa U ACCUMUJISIIMHN a30TCOAEPKAIIUX CyOCTpaTOB ATUMH MPOTUCTAMU JI0 CUX
nop u3ydeHbl HenoctarouyHo. CyllecTByeT HEOOXOAUMOCTh B  HMCCIEAOBAHUAX
OTHOCHTENFHOTO BKJaJa OPraHMYECKUX a30TCOACPKAIIMX COCAWHEHWH B MHUTAHUE
TUHO(DIAreuIsIT B pa3jMYHbIX YCIOBHSIX, HAlpuMep, B cpene, TIe OpPraHuYecKUue u
HEOpraHWYeCKue CcyOCTpaThl, Takue KaK MOYEBMHA, IJIMUMH M HUTPAT-UOHBI,
MPUCYTCTBYIOT B BHICOKOW KOHIICHTPAIIMH, YTO XapaKTEPHO TSI MHOTUX COBPEMEHHBIX
npuUOpeXHbIX 3KOocHcTeM. OTAENbHBIM W A0 KOHIIA HE pa3pelleHHBbId BONPOC —
UCHOJIB3YIOT JIM JUHO(IIAreJJIsiThl PaCTBOPEHHBIE OPraHMYECKHUE BEILECTBA B KaUueCTBE
UCTOYHUKOB YTJIEpOoJa HapsAay C HEOPraHWYECKUMH ¢GopMaMu D3TOTO DIIEMEHTA.
CyiiecTByromnye AJaHHbIE, MOJyUYEHHBIE Ui Pa3IMYHbIX TPy MIPOTUCTOB, JOCTATOYHO
npotuopeunssl (Mulholland et al., 2002, 2003, 2004; Andersson et al., 2006), a B ciryuae
TUHOGIAreuIsIT ¢ NPEeUMYIIECTBEHHO (OTOTPOPHBIM METa00IM3MOM, TaKUX Kak
P. minimum, meneHanpaBiIeHHBIX HCCICIOBAHHIA, MOCBSIICHHBIX 3TOMY BOIPOCY, HE
npoBoaAMIIoch. KpoMe TOro, Ha CErogHSIIHHWNA JIeHb M3yYeHUE MEXaHM3MOB MHUTAHHS
TUHO(IAreIuIsIT 3aTPYAHEHO TEM, YTO HU OJHOTO T€HOMa CBOOOJIHOKHMBYIIETO BHUJA 110
CUX TMOp He OBUI0 CEKBEHHUPOBAHO U, CIEJOBATEbHO, O TeHaX M OefKax,
00EeCTIeUnBAOIINX TIOTJIONICHHEe W ACCUMIIAINIO THTATEIbHBIX CYOCTPATOB ATHMH

MPOTUCTAMHU W3BECTHO KpaHE Maio. AHAIW3 TPAHCKPUNTOMOB JHHODIATEIUIAT



aBysgeTcsi HaubOosee 3(P(EKTUBHBIM MOJIXO0JI0M, MO3BOJISIONMM YaCTUYHO 3arOJHUTH
npoOensl B 3Toi obsnactu. [IpumedaTenbHO, 9TO OOJNbBIIAS YaCTh JAHHBIX O MATAHWUU
TUHO(IATeIUTT U IPYTUX (POTOCHHTE3UPYIONTUX MPOTUCTOB, TOCTYIMHBIX B HACTOSIIEE
BpeMsi, MOJyY€Ha C MOMOIIbIO U3MEPEHUI Ha YpOBHE MOMYJIsiuil. OJJHaKO COBPEMEHHbIE
WCCJICIOBaHMsI BapyuadenbHOCTH (HEHOTUIMUYECKUX IMapaMeTPOB BHYTPH KIETOYHBIX
NOMYJISIIANA )KUBOTHBIX M OaKTepUi yKa3bIBAIOT HA TO, YTO UH(GOPMAIIUS, TOTyYeHHas Ha
YPOBHE OTIEIbHBIX KIJIETOK, MOMET CYIIECTBEHHO HW3MEHUTh Halle I[OHUMaHue
IIPOIIECCOB, MPOTEKAIONTNX B IPUPOIHBIX 1 JIabopaTopHbIX cuctemax (Kreft et al., 2013).

Takum 00pa3om, ucciae0BaHMsI, TOCBAIICHHBIE KOHKYPEHTHOMY MOTJIONIEHUIO U
ACCUMWISIIIUM OPraHUYECKUX U HEOPraHWYECKUX CyOCTpaToB AUHOQIIAresIsiTaMH,
JOJDKHBI  OBITh TPOJODKCHBI W TPeOYIOT NPUMEHEHHS BCECTOPOHHETO IIOJIX0]a,
BKJIIOHAIONIETO B ce0s  jabopaTopHble JKCHEPUMEHTHI C  MOHOKYJBTYpaMu
TuHO(IAreIUTIT, U3MEPEHUs, MPOBOAMMBIC Ha TOMYJSIIMOHHOM YypOBHE H YPOBHE

OTACJIBHBIX KJICTOK, a TAKIKC aHAJIN3 JOCTYIIHBIX TPAHCKPHUIITOMHBIX JAHHBIX.

eab 1 3a1a4u UCCIeIOBAHUS

Lenpto paboThl OBLIO HCCIEIOBAHUME KOHKYPEHTHOTO TOTJIOLIEHUS U
ACCUMIJISIIIMM  OPTaHMUYECKMX BEIISCTB (MOYCBMHBI M TIIMIIMHA) M HUTPAT-UOHOB
KJIeTKaMi MUKCOTPO(GHBIX nuHodmareiaT P. minimum.

JIJist TOCTHXKEHHS 1IeNIA paOOThI OBLIHM MOCTABJICHBI CIICTYIONIUE 3a/1a4H:

1. V3yunTh KOHKYPEHTHBIA TPAHCIIOPT a30Ta MOYCBHHBI M HHUTPAT-UOHOB, a TaKKE
a30Ta IIMIMHA U HUTPAT-UOHOB B KJICTKH AWMHOQUIAreIuIsIT P. minimum B ycioBusx
U30BITOYHOTO COJICPIKAHMUS a30Ta B CpEJIC.

2. OueHnTh pOJb MOYCBUHBI W TJIHWIMHA KaK HWCTOYHUKOB yriepoja s
OMOCHHTETHUYECKUX MPOIIECCOB B KyIeTkax P. minimum.

3. WneHTHUIMPOBATH TOMOJIOTH OEJIKOB, BOBJICUEHHBIX B TOTJIONICHHE M HAYaJIbHBIC
JTanmbl MeTaboJIM3Ma HUTPAT-MOHOB, MOYCBHHBI W TJMIWHA, Y JAWHO(IAre/uisT

P. minimum ¢ moMoIIp0 aHaanu3a TPaHCKPUIITOMHBIX 0a3 JaHHBIX.



4. HCCJ’ICI{OB&TB INOIJIOMICHUE IIHTAaTCIIbHBIX CY6CTpaTOB OTACIIBbHBIMHU KJIICTKaMH

nuHodmaremaT P. minimum.

OcHoBHbIE MOJIO?KEHUHA, BBIHOCUMbBIC HA 3aIIIUTY

1. TpancmopT a3oTa B cCOCTaBEé MOYEBHMHBI U TJIMLIWHA B KIETKH JUHOQIATEeIUIST
P. minimum >¢¢exTrBHEE, Y4eM KOHKYPEHTHBII TPAaHCIIOPT a30Ta B COCTaBE HUTPAT-
VOHOB.

2. Yrimepon MOYEBHMHBI W TIHMIMHA AacCUMHIMpYyeTcs KieTkamu P.minimum B
HE3HAYUTEIBbHON CTEIICHH.

3. Juuodmaremtater P. minimum o0namaroT roMoyioraMu OEJKOB, OTBEYAOIIMX 3a
TPAHCIOPT U MeTaboJIM3M HHUTPAT-WOHOB, MOUYEBMHBI M TIUIIMHA, Y PACTEHUH WU
KUBOTHBIX.

4. Tlonymsauuu quHOGIIAreusaT P. minimum reTeporeHHbl B OTHOIICHUH MOTJIONICHUS

MUTATEJIbHBIX CyOCTPaTOB.

Haquaﬂ HOBM3HA MOJYYCHHBIX PE3YJAbTATOB

C nomo1p0 Me4eHusl CyOCTpaToB CTAOUWIIBHBIMU HM30TONAMHU a30Ta M yriepoja
BBISIBJIEHBI OCOOCHHOCTH KOHKYPEHTHOT'O TOTJIOIICHHUS HUTPAT-MOHOB U MOYEBUHBI, a
TaK)Ke HHUTPAT-HOHOB M TJMIMHA AuHOGuareuisatamMmyd P. minimum. BnepBbie B
IKCIEPUMEHTaX C KyJabTypamu P.minimum, agantupoBaHHBIMH K POCTYy Ha HHUTpAT-
MOHAaX B YCJIOBUAX H30BITOYHOIO COAEpXkaHHUs a30Ta B cpene, MOKa3aHo, YTO MpH
NOCTYIJIECHUM B CpEeAy PaBHOIO KOJIMYECTBAa a30Ta MOYEBMHBI WJIM TJIMIMHA a30T
OpPraHUYECKUX CYOCTPAaTOB TMOIJIOIIAETCS KIETKAMH CO CKOPOCTBIO, MPEBBIIAIOIICH
CKOPOCTh TOIJIOIIEHNS MOHOB HUTpaTa B JBa pa3a. BrepBeie NMPOJEMOHCTPUPOBAHO
cylnpeccupyoliee JeHCTBUE MOUYEBUHBI Ha MOTJIONIEHUE U ACCUMUIISILIUIO HUTPAT-UOHOB.
BrnepBble onpeneneHo COOTHOLIEHHWE a30Ta W YIVIEpoAa, MOCTYNAoIIUMX B KIETKU

P. minimum u3 MOYEBHHBI U TJIMIIUHA ¥ MIPOU3BEICHA OIIEHKA POJIA ATHX OPTaHUYECKUX



10

BEILIECTB KaK HCTOYHHUKOB yriiepoaa mid (oTocuHTEe3upyromux auHopmaremsat. C
MIOMOIIIFI0 aHAJIHM3a TPAHCKPUIITOMHBIX 0a3 AaHHBIX y AuHOGIarewsit P. minimum
BIIEPBBIC HJICHTU(MUIUPOBAHBI TOMOJIOTH OEJKOB, BOBJICUEHHBIX B TMOTJIOUICHHE H
ACCUMWJISILIUIO HUTPAT-aHUOHOB, MOYEBHUHBI U TJIMIIMHA Y MHOTOKJIETOYHBIX 3YKapHOT.
BriepBbie ¢ MOMOIMIBIO Macc-CHEKTPOMETPUM BTOPHUUYHBIX HOHOB B HaHOMaciTabe
MOKa3aHa TeTePOreHHOCTh MOMYJSIUN AUHOMIAreUIAT B OTHOIICHUH IOTJIONICHUS

IIUTAaTCIbHBIX CY6CTpaTOB BO BpEM:A poCTa B IIPUCYTCTBUHY MOYCBHHBI 1 HUTPATA.

Teopernueckasi M NIpaKTU4eCKasi 3HAYUMOCTH PadOThI

[TonyuenHsie B pe3ysibTaTe padOThl JTaHHBIE O MOTJIONICHUW W ACCUMWIISIIIUU
MUTATEIBHBIX CYOCTPaToOB KiIeTKaMu P. MiNiMum BaKHBI JJis TIOHUMaHUs (HU3HOJIOTHH
MUATAHUS JUHODIAre/UISIT U JUHAMUKA WX TPUPOJHBIX TONyJysiuid. BelsgBieHue B
TpaHCKpUMITOMax P.minimum OejKoB, BOBJICYCHHBIX B TPAHCHOPT U ACCHUMMJISAIIMIO
HUTPAT-aHUOHOB, MOYEBUHBI W TJHUIMHA, MPOJMBAET CBET Ha META0O0JMU3M 3THUX
MPOTUCTOB U JIeJIa€T BO3MOXKHBIM JajbHelIee n3yuyeHue pu3noaoruu JuHo(aaresuisT ¢
MOMOIIIbIO METOJIOB MOJIEKYJISIPHOU U KJIETOYHOM Ouosioruu. [lanHeie 0 BapruabenTbHOCTH
KJIeToK P. minimum u3 ogHOM MOMYJISIIUK B OTHOIMICHUH IOTJIOMIEHUS W aCCUMUIISIIIH
OpPraHMYECKUX U HEOPTaHWYECKUX CYOCTpPATOB HUMEIOT Oosbinoe ¢GyHIaMEHTAIbHOE
3HAauEHUE, TTOCKOJIbKY JIeKaT B OCHOBE (POPMHUPYIOIIETOCS B HACTOSAIIEE BPEMs HOBOTO
HAy4YHOTO HaIpaBJICHUS, CBI3aHHOTO C M3YyUYCHHEM (PU3HOJOTHUECKON TeTEPOreHHOCTH
NOMYJISIUNA TPOTUCTOB U €€ Ouosorudeckoil posid. J[aHHbBIE, MOMYYEHHBIE B XOJE
HACTOSIIIeH paboThl, MPEACTABISIOT WHTEPEC MJisi SKOCUCTEMHOI'O MOECIHPOBAHUA,
MTO3BOJISAS] YCOBEPIIECHCTBOBATH CYIIECTBYIOIINE MOJIEIIH.

PaboTa nMeeT u MpakTHUECKYIO IEHHOCTh. E€ pe3ynbTaThl MOTYT OBITH MOJIE3HBI
npu pa3paboTKe METOJIOB MpEJACKa3aHus U MOHUTOPUHIA IIBETCHUM JUHOMIArEIISAT B
NpUOPEXKHBIX BOJAX, a TaKKe NPOrpaMMbl IO MPEAOTBPANICHUIO aTbHEHIIETO
pacnpocTpaHeHUs TakuX MBeTeHU. Kpome Toro, MmaTepuaibl AUCCEPTAUA MOTYT OBITh

HCIIOJB30BaHbl IIPpHW IIOATOTOBKE KYpPCOB J'IeKI_II/Iﬁ H CEMHHApPOB, a TaKXC IIpH
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IJIaHUPOBAHHUHU OKCIICPUMCHTAJIbBHBIX I/ICCJ'ICI[OBaHI/Iﬁ B 00JIaCTH KJICTOYHOM 6I/IOJ'IOFI/II/I,

MI/IKp06I/IOJ'IOFI/II/I " IPOTUCTOJIOTHH.

JIMYHbBIN BKJIAJA aBTOPA

PCBYJILTaTI)I, MPpCACTABJICHHBIC B OUCCCPTAIHUH, IIOJYUYCHBI JIMYHO aBTOPOM.
MaTepI/IaHBI pa6OTBI 06CY}KI[3J'II/ICI> 151 HY6JII/IKOBEUII/ICI> COBMCCTHO C COaBTOpaMHU H

HAay4YHBIM PYKOBOJIHUTEIIEM.

AnpoOauus padoTbl

OcHOBHbIE Hay4dHbIE€ pE3yJbTaThl MCCIEAOBaHUS ObUIM NPEICTaBICHb U
OOCYXXJIEHbl HAa MEXIYHApOJIHBIX M POCCUUCKHX KOH(PEpPEeHIUSX, a HMEHHO. Ha
MexnyHaponHoil  KoH(pepeHUMH «AKTyalbHble MPOOJEMbl  IJIAHKTOHOJOTHI
(Ceetnoropck, 2012), 38-m Konrpecce ®enepanuu EBponeiickux buoxumudeckux
Oobmects  (Cankt-IletepOypr, 2013), MexayHapoJHOM Hay4HOM COBELIAHUU
«DyHaameHTanbHas HayKa Juisi oOpa30BaHMsI M MEHEHKMEHTa OKPYXKAIOUeH Cpeab»
(Poctok, I'epmanus, 2014), MexayHapoaHoil koHpepeHIH «MHUKpOOpraHU3Mbl B
BanTtuiickom Mope: MalleHbKHE CYIIeCTBa, MAJEHbKOE MOpe, OOJbIIKME BOMPOCH)
(U'mprast, Tlonmema, 2014), BeepoccuiickoM cUMIO3UyMe ¢ MEKIyHAPOIHBIM y4acTHEM
«CoBpeMeHHBIE ~ MpoOJeMbl  (PU3MOIOTHHM,  DKOJOTMM M OUOTEXHOJIOTHUU
MukpoopranusmoB» (MockBa, 2014), 7-m EBpomneiickom IIpoTucronornueckom
Konrpecce (CeBunbsa, HMcmanus, 2015), MockoBckom ¢opyme «IIpotuct-2016»
(MockBa, 2016), coBmecTHOM cemuHape JlaGopaTopuu IUTOJIOTHU OTHOKIECTOYHBIX
opranu3moB, Jlaboparopuu Mopdosorun KiIeTku u JlaGoparopuu CTPYKTYpPHOU
opranuzauuu reHoma Mucrturyra uurtonorun PAH (Canxt-lletepOypr, 2016), 15-m
Mexnaynaponnom  IIpotucrtonormyeckom  Konrpecce (IIpara, UYexus, 2017),
KoH(epeHIInn ¢ MEXIyHApOJHbIM yuyacTueM «KieTouHas Ouoyiorwsi: mpoOJieMbl U
nepcriektuBb» (Cankt-IlerepOypr, 2017), a Takke Ha cemuHapax JlaGopaTopuu

IUATOJOTUH OJHOKIETOYHBIX Oprann3MoB MHcTutyTa nuronoruu PAH.



12

Myoankanuu

[To Teme muccepraiuu omnyoaukoBaHo 14 medaTHeIX paboT, B TOM 4ucie 6 craTeit

B PEIEH3UPYEMBIX )KypHaIaX U 8 Te3UCOB.

CraThu B pelEH3UPYEMBIX KypHaJIax:
1. Maranuesa O. B. Mukcotpodust y MHUKpOOPraHU3MOB: SKOJOTUYECKHUE U
mutodu3uonornveckue acrmektsl / O. B. Marannesa, C.O. Ckapnato // XKypnan
HBONTIOIIMOHHON Onoxumuu u puzuonorun. — 2013. — T. 49. — Ne 4. — C. 245-254.
2. Pozdnyakov, I. Obtaining spheroplasts of armored dinoflagellates and first single-
channel recordings of their ion channels using patch-clamping / |. Pozdnyakov,
O. Matantseva, Y. Negulyaev, S. Skarlato // Marine drugs. — 2014. - V. 12. —N. 9. - P.
4743-4755.
3. Matantseva O. Current state and perspectives of single-cell studies in
ecophysiology of protists / O. Matantseva, S. Skarlato // Protistology. — 2015. — V. 9. —
N. 3/4. - P. 127-132.
4, Matantseva O. Superposition of individual activities: urea-mediated
suppression of nitrate uptake in the dinoflagellate Prorocentrum minimum revealed at
the population and single-cell levels / O. Matantseva, S. Skarlato, A. Vogts, I.
Pozdnyakov, I. Liskow, H. Schubert, M. VVoss // Frontiers in Microbiology. — 2016. —
V. 7 — Atrticle 1310.
5. bepnueBa M. A. BiusiHHe MEXaHMYECKOTO CTpecca Ha YJIbTPACTPYKTYPY
KJICTOYHBIX TIOKPOBOB ArHOGuIaresuisT Prorocentrum minimum / M. A. bepauesa, C.
O. Ckapnarto, O. B. MaraunueBa, 1. A. Ilo3nuskos // utonorus. — 2016. — T. 58. —
Nel0. — C. 792-798.
6. Pechkovskaya S. A. Molecular tools for invasion biology: a new approach for
amplification of dinoflagellate nitrogen transport genes with unknown exon-intron
structure / S. A. Pechkovskaya, O. V. Matantseva, N. A. Filatova, S. O. Skarlato, I.
V. Telesh // Protistology. — V. 11. — N. 3. — P. 135-142,


http://istina.msu.ru/workers/53552823/
http://istina.msu.ru/publications/article/52556408/
http://istina.msu.ru/publications/article/52556408/
http://istina.msu.ru/publications/article/52556408/
http://istina.msu.ru/workers/53552823/
http://istina.msu.ru/workers/52554942/
http://istina.msu.ru/workers/5087519/
http://istina.msu.ru/workers/381024/
http://istina.msu.ru/workers/52865704/
http://istina.msu.ru/publications/article/51442126/
http://istina.msu.ru/publications/article/51442126/
http://istina.msu.ru/workers/52865704/
http://istina.msu.ru/workers/52554942/
http://istina.msu.ru/workers/53552823/
http://istina.msu.ru/workers/52868825/

13

Te3ucel foKIa10B:
1. MartanueBa, O. B. MeTtoansl uccieqoBaHUsl €IMHUYHBIX KJIETOK B JKOJIOTHH
MOpckuX MukpoopranusmoB / O. B. MaranneBa // AxTyalibHBIE TPOOIEMBI
TUIAHKTOHOJIOTHH : T€3. JOKJ. MexayHap. koHd. — Kanuaunrpas : AtnantHUPO, 2012.
- C.97.
2. Matantseva, O. Exploring the molecular properties of marine mixotrophic protists
by a multidimensional scaling / O. Matantseva // 38th FEBS Congress : abstracts. — The
FEBS Journal, 2013. — V. 280. — P. 508.
3. Matantseva, O. Role of urea in nutrition of dinoflagellates: is it merely a
supplementary N source? / O. Matantseva, S. Skarlato, M. VVoss // Microbes in the Baltic:
Small things, small sea, big questions : abstracts of international workshop. — Gdynia,
Poland, 2014 — P. 19.
4, MaranueBa, O. B. Poip MOYEBMHBI KaKk HCTOYHMKA a30Ta W yTJIEpoJa JJist
munodarewsatT / O. B. Marannesa // CoBpeMeHHbIe po0sieMbl (PU3UOIOTUH, IKOJIOTHU
1 OMOTEXHOJOTMM MHUKPOOPTaHU3MOB : MaTtepuayibl Bcepoccuiickoro cummosmyma ¢
MexkayHapoaHbIM yyactueM. — M. : OO0 «MAKC IIpecer, 2014 . — C. 154.
5. Matantseva O. Urea vs. nitrate: concurrent uptake of nutrients by dinoflagellates
Prorocentrum minimum at a population and single-cell level / O. Matantseva, A. Vogts,
N. Filatova et al. // VII European Congress of Protistology : abstracts. — Seville, Spain,
2015. — P. 160.
6. Matantseva, O. Heterogneity in nutrient uptake by individual dinoflagellate cells
revealed using NanoSIMS / O. Matantseva, A. Vogts, M. Voss et al. // Moscow Forum
«Protist-2016» : abstracts. — Protistology, 2016. — V. 10. — N. 2. — P. 44-45,
7. Matantseva O. The use of urea and glycine as C and N substrates by
dinoflagellates / O. Matantseva, |. Pozdnyakov, M. Voss et al. // 15" International
Congress of Protistology : abstracts. — Prague, Czech Republic, 2017. — P. 342.
8. MaranueBa O. Poinb MOUYEBUHBI U TJIMIMHA KAK UCTOYHUKOB a30Ta U yIJepoaa
s guHodumaremar / O. MaranneBa // Kinerounas Owosjorus: mpoOiaeMbl H

NEPCHEKTUBBI: T€3. IOKJ. KOH]. ¢ MexayHapoaHbIM yuactuem. — CI16, 2017. — C. 92-93.



14

I'JTABA 1. OB30P JIUTEPATYPbBI

1.1 Xapakrepucrtuka rpynnbi Dinoflagellata

1.1.1 ®unoreHEeTUYECKOE MOJ0KEHUE U OCOOCHHOCTH KJIETOUHOU OpPraHU3aINN

TuHODIAresuIsIT

Hurodnaremwarer (Dinoflagellata) — 3to omHOKIETOYHBIE SYKapHOTHI, IIHPOKO
pacmpocTpaHeHHbIE M0 BCEMY MHPY M OONagaloide 3HAYMTENbHBIM Pa3HOOOpa3ueM
TUIIOB KJIETOYHOM opranu3auud W ¢usnonorun (Oxonoakos, 2011). Bwmecte ¢
undpyzopusmu  (Ciliata) wu  cmopoBukamm  (Apicomplexa) oHum  0o0pasyroT
MoHo(dwmiernueckyro  rpynmy  Alveolata,  BelgenseMyro  Ha  OCHOBAaHUU
yIBTPACTPYKTYPHBIX M MOJICKYJISIpHO-TeHeTHueckux naHHbx (Cavalier-Smith, 1993;
Fast et al., 2002). B cooTBeTCTBHMH C COBPEMEHHBIMH TIPEACTABICHUSIMH, BCE aJIbBEOJISATHI
BXOJST B COCTaB Tak HasbiBaeMoil cymeprpynmel SAR (Stramenopiles, Alveolates,
Rhizaria), k koTopo#i Takke oTHOCsATCS crpameHonwisl U pusapuu (Adl et al., 2012)
(pucyHOK 1). BakHO MOAYEPKHYTh, 4TO TAKMM 00pa3oM TUHO]IAreUIATHI IPEICTABIISIOT
cO00i OTIENBHYIO KPYITHYIO TPYIITY 2YKapuOT, HE POJACTBEHHYIO HU MHOTOKJIETOYHBIM
*HUBOTHBIM (Metazoa), Hu BBICIINM pacTeHUSIM, OTHOCAIMMCs K Tpymne Archaeplastida.

JIMHO(IIar eI ThI HpeACTaBICHBI OJTHOKJICTOYHBIMH OpraHu3Mamu
pazHooOpa3Hoi (popMbl, 00JaAIOIIMMU TTOABMKHOCTBIO 32 CUeT (DYHKIIMOHUPOBAHUS
IBYX HEPaBHO3HAUHBIX XT'YTHKOB. B 0OHIMX yeprax HMX KIETKH XapaKTepU3YIOTCS
TUMWYHOW JIJISI SYKApUOTOB OpraHu3aiueil (pUCYHOK 2), HO UMEIOT Pl YHHKAIbHBIX
ocobenHocrte. [Ipexne Bcero, 3To 0coObld TUN sipa (IMHOKAPUOH), COJEPKAILETO
MOCTOSTHHO KOHJEHCHUPOBAaHHBIE XPOMOCOMBI U COXPAHSIOLIETO SAEPHYI0 000JI0YKY BO
Bpems nenenus (Raikov, 1995). Kpome toro, muHoduare isaTel 001a1al0T TeHOMaMH
OTPOMHBIX Pa3MEpOB, HEPEAKO MPEBBIMIAIIINMHU pPa3Mep reHOMa YelIOBeKa B JIECSTKH
pa3. Tak, B OHOW KJIETKE AMHODIATEIUIAT Pa3IudHBIX BUIAOB conepxutcs 3—250 mr
JHK, uto coorBercTByeT 3000—215000 MiH. 1. H. [{1s1 cpaBHEHUs, ralyIOUAHBINA HA0OP

XPOMOCOM Y€eI0BEKA COACPKUT nmpuodimsurensno 3180 mun. m. H. (Hackett et al., 2004).
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Pucynox 1. CoBpemeHHbIe npeacTaBieHus o punorennn 3ykapuoT. CTpenkoil moka3zaHa
rpymma Alveolata, k koropoii otHocsaTcs muHodmaremsTel. M3 Adl et al., 2012, c

N3MCHCHUSIMMU.

[TpuMepHO TOJI0BHHA COBPEMEHHBIX BHJIOB TUHODIAreIUISAT UMCIOT COOCTBEHHBIC
IUTACTHU/IBI, IBOJIIOIMOHHOE MPOMCXOXKICHUE KOTOPBIX OOBSICHIETCS BTOPHYHBIM HJIH
TPETUYHBIM CHMOHMO30M C JIPYTMMH JSYKapUOTUYCCKHMMH IUIACTHUAOCOICPKAIUMHE
mukpooprannsmamu (Archibald, 2009). /lis Bcex BHIOB XapaKTepHO HaIU4ue 0CO0Oi
MeMOpaHHO# opranesuisl — my3ysbl (Dodge, 1972; Klut et al., 1987; Schnepf, Elbrachter,
1992), npeanosoKUTEIbHO YYacTBYIOIIEH B MpOIECCax OCMOPETYJSAIUNA M IHATAHUS
KJICTKH, a TaK)Ke KPYIHBIX, YacTO Pa3BETBICHHBIX, MHTOXOHIPHUA C TyOYyJISPHBIMH

kpuctamu (Oxonoakos, 2011). B kayecTBe 3amacHBIX MNUTATENIBHBIX BEIIECTB
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,Z[I/IHO(I)JIaI‘eJUI}ITaMI/I HCIIOJB3YIOTCA KpaxMall U JUIIHNAbI, KOTOPLIC CBO6OHHO JCXKAaT B

uroruiazme (Dodge, Greuet, 1987; Hacket et al., 2004).

Pucynok 2. OpraHu3anusi KISTKH apMHUPOBAaHHBIX JAuWHOQuarewat Prorocentrum
minimum: (a) snekTponHas mukpodororpadus (0) cxemaruueckuit pucyHok. U3:
bepnuesa, Ckapnato, Maranuesa u nip., 2016, ¢ usmMmenenusimu. al ' — annapat ['onbmku,
6am — BHYTPEHHsIsI aMprecMalbHasi MeMOpaHa, Jce — )KTYTUKH, 3K — 3epHa Kpaxmana, Mim

— MUTOXOHJPUHU, HaM — HapyXHas aMmduecMmanbHas MemMOpaHa, n — MUPEHOUA, WM —
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ria3MaTuyeckast MeMOpana, ny — my3yJsa, mn — TeKaJlbHbIe TUTACTUHBI, MY — TPUXOIUCTHI,
¢e — Bakyonu ¢ GUOPO3HBIM COJEPKUMBIM, XJ1 — XJIOPOIUIACTHI, 1046 — IOBEHUJIbHbBIE

am(puecMalbHbIE BE3HUKYIIbI, 51 — AP0, A0 — SAPBIIKO. MaciTabHas TMHEHKa — 2 MKM.

OnHOil W3 BaXHEUIIMX 4YePT KJICTOYHOW OpraHM3aluy JUHOQIAreuIaT, Ha
OCHOBaHUM KOTOPOW WX BIEPBBIC CONM3HWIN C IPYTUMH MPEACTABUTEISIMHU aTbBEOJISAT,
SIBIISIETCSl YCTPOUCTBO MX KJIETOYHBIX IMMOKPOBOB, HA3BIBAEMBIX amduecmMon. AMpuecma
COCTOUT M3 IMJIA3MAaTHYECKOW MEMOPAHBI U PACIIOIOKEHHBIX Ol HEW CUCTEMBI BE3UKYIT
(aybBeos1, WM amM(pUEeCMaNIbHBIX IY3bIPHKOB) U CJIOS IUTOCKEIETHBIX DJIEMEHTOB. Y
apMHUPOBAHHBIX AUHOQIATESIUIAT aM(uecManbHbIC MY3BIPHKH MOTYT JIOMOJHHUTEIHHO
COJEPKaTh MEJUTUKYISIPHBIA CIIOH W/WITH TeKaIbHBIE TUIACTUHBI U3 IEJUTIOI03010100HOTO
BemtectBa (Dodge, Crawford, 1970; Morrill, Loeblich, 1983; Pozdnyakov, Skarlato,
2012). KiteTouHble MOKPOBBI TUHO(IIATSILIAT MOIBEPIKEHBI PEOPTaHU3AIMH B XOJI¢ TaK
HA3bIBAEMOI0 JKJAM3UCAa — IMpollecca cOpachbiBaHUSI HAPYXKHBIX CIOEB aM(pUEeCMbl U
dbopMHpOBaHUS HOBOU TUIa3MaTHIECKON MEMOpPaHBI M HOBBIX aM(PreCMaTbHBIX BE3UKYJT
nox Hew (Pozdnyakov, Skarlato, 2012). Dxkaum3uc MOXeT OBITh HHIYIIHPOBaH
paznu4yHbIMA  (PaKTOpaMH, Hampumep, ACHCTBUEM 2,3-TUXJIOpPOCH30HUTPUIA HIIU
mexanudeckuM crpeccom (bepmuesa, Ckapiaro, Maraniuesa u ap., 2016; Pozdnyakov,

Matantseva et al., 2014).

1.1.2 ®uznonorus muTaHus TUHO(IAreIUIIST

W3BecTHO, YTO MPUMEPHO TOJOBHHA BHIOB JAWHO(MIAre/uIAT o0O0JagacTt
COOCTBEHHBIMU COJCPIKAIIUMH I[MHTMEHTHI IUIACTHAAMH M CIIOCOOHA K (POTOCHHTE3Y
(Okomnoakos, 2011; Hackett et al., 2004). B cooTBeTCTBHHM € KIaCCHYCCKHUMHU
OpeACTaBICHUSIMA, HCTOYHMKAMM yrilepoga W a3oTa [AIi  (POTOCHHTE3UPYIOIINX
OpPraHU3MOB SIBJISIOTCS HEOPraHWYECKHE COCIUHCHUsS, TaKWe KakK YIJICKHCIbIA ra3
(ruapokapOOHAT-HOHBI), HWOHBI HHUTpaTa W AaMMOHHs, KOTOpbIE B IpoIecce
MeTabOIUYECKUX MMPeoOpa3oBaHmii TpaHCHOPMHUPYIOTCS B YIIIEBOMAbI, OCIKHM U JIAIUIbI

(Ketchum, 1954; Turpin, 1991). OnHako ¢ HAaKOIUIEHHEM JaHHBIX O (PU3UOJIOTHH MHOTHX
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(OTOCHHTE3UPYIONINX MPOTUCTOB CTAJO OYEBHIIHO, YTO KPYr HCIOJB3YEMBIX HMHU
NUTATENBHBIX CYOCTPAaTOB ropa3o IIMpPEe M TakKe BKIOYAeT B ceOsl OpraHMYecKHe
WCTOYHHUKHU OMOTEHHBIX PJIEMEHTOB. TaKue MPOTUCTHI SBIISIOTCSI MEKCOTPO(haMHU, TO €CTh
OpraHM3MaM#, MeTaboIM3M KOTOPBIX codeTaeT B cebe 4epThl aBTO- U TreTepoTpodun
(Maranmesa, Ckapnato, 2013; Sanders, 1991; Stoecker et al., 2017). I'ereporpodras
BETBb MHUKCOTPO(HOTO THTaHWUS MOXET OBITh TMpeACTaBlIeHa TaK Ha3bIBAEMOM
ocMOTpodueli  —  TIOIVIONIEHWEM  PAcTBOPEHHBIX  OPTaHWYECKUX  BEIIECTB
HETMOCPEICTBEHHO U3 BHEIIHEH cpelbl, U GaroTpodueii — GparouuTUpoBaHUEM APYTUX
MHUKPOOPIaHU3MOB WJIM 4acTull opranudeckoro BemiectBa (Glibert, Legrand, 2006).
®darotpodusi XapakTepHa, TIJIABHBIM 00pa3oM, s 00JiaJalonux COOCTBEHHBIMU
mwiactuaamMu porocuHTesupyomux nportuctoB u3 rpymnn Dinoflagellata, Cryptophyta,
Haptophyta, Chrysophyta (Raven, 1997; Stoecker, 1999), torma kakx ocMmoTpodwus
pacmpocTpaHeHa TOpa3l0 IMUPEe W BCTpEYaeTcs B TOM YHCIE y OPraHU3MOB, HE
CIOCOOHBIX K (harollMTUPOBAHUIO, HAMPUMEP, y MHOTHUX 3€JIEHBIX M JHAaTOMOBBIX
Bogopociei. 1o 3Toil mpuurHe HEKOTOPHIMU aBTOpPaMH ObLIa BbICKa3aHa MBICIb O TOM,
9TO OCMOTpOdUS HE SBISETCS MPU3HAKOM, Ha OCHOBAaHMHM KOTOPOTO TOT WM WHOM
(OTOCHHTE3UPYIOIINH OpraHU3M MOXeET ObITh OTHeceH K Mukcorpodam (Flynn et al.,
2013; Mitra et al.,, 2014). Tem He MeHee, B JaHHOW pabOTe, MOCBAMICHHON
OCMOTPO(HOMY TOTJIOMICHUIO U ACCUMWISIIIUM PACTBOPEHHBIX OPTaHMYECKUX BEIECTB
nuHOGIareJuIsITaMu, 3TO SIBIICHUE PACCMATPUBAETCS KaK 4aCTh MUKCOTPO(HOTO MUTAHUS
B COOTBETCTBHUU C TpaauIMOHHBIMU TipeacTaienusmu (Burkholder et al., 2008).

Ha ceropnsimnamii 7eHb OOJIBIIIE BCETO MUKCOTPO(HBIX BUIOB BCTPEUAETCS CPEIU
npeactaButenie  auHodarewiar.  CTeneHb  BBIPAXEHHOCTH  reTepoTpodHOit
COCTaBIISIONICH UX METa0O0IM3Ma MOXKET OBITh PAa3TMYHON: HEKOTOPHIE BUIBI CIIOCOOHBI
MUTATHCSA TETEPOTPOGHO HE3aBUCUMO OT (POTOCHHTETUYECKOW aKTUBHOCTH, TOT/Ia Kak
JPYTHE WCIOJIb3YIOT OpraHWYecKHe CyOcTpaThl JHUIIb B KAa4eCTBE OMOIHHTEIHHBIX
pecypcoB, mnojjepxkuBapmmx ¢Gororpodusi mMetabomuzm (MatanneBa, Ckaprato,
2013; Stoecker, 1999; Burkholder et al., 2008).

Muorue Buabl AUHOQIAremIAT CcrnocoOHbl K (aroTpoduu, MpU4YeM Kpyr HX

MUIIEBBIX OOBEKTOB YPE3BHIYANHO BEIMK M BKJIIOYACT B ceOs Kak OakTepwii, Tak U
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NPOTHCTOB, TAKUX KaK KPUNTO(QUTOBBIC, ranTO(UTOBBIC, 30JI0THCThIC M TUATOMOBBIC
BOJIOpOCIH, HH(Y30pUH, a TaKxke apyrue Buabl auHoduaremit (Lewitus et al., 1999;
Stoecker, 1999; Jeong et al., 2005a,c; Yoo et al., 2009b; Hansen, 2011). Ilpu 3Tom
(aroTpodus MOKET OCYIIECTBIIATHCS KaK IMOCPEACTBOM (ParomuTosa, Tak U ¢ TOMOIIBIO
CIICMATBHBIX KJIETOYHBIX OOpa3oBaHMiI — MEAyHKYyJIOMa Wid maumyma (Jacobson,
Anderson, 1986; Schnepf, Elbréachter, 1992; Hansen, Calado, 1999; Jeong et al., 2005b;
Yoo et al., 2009a).

Ocmotpodus Takke MUPOKO pacmpocTpaHeHa cpeau auHOMIarewst (Glibert,
Legrand, 2006). MHOro4YucieHHbIE HCCICIOBAHHUS ITOKA3ald, YTO OHH CIOCOOHBI
aCCHMHIJIMPOBATh pPa3JIMYHBbIC PAacTBOPCHHBIC opranmdeckue BemectBa (Bronk et al.,
2007; Burkholder et al., 2008). Hanbonee n3y4eHHBIMA OPraHUYECKUMU CyOCTpaTamu,
KOTOpBIC ACCHUMUJIMPYIOTCS CaMBIMH Pa3HBIMH BUJIAMHU AHHO(MIATEIUIAT, SBIISIOTCS
MoueBHHA U aMHHOKHUCIO0THI (beneBuu u mp., 2009; John, Flynn, 1999; Fan and Glibert,
2003a,b, 2005; Killberg-Thoreson et al., 2014; Jauzein et al., 2017). Kpome Toro,
CYIIICCTBYIOT CBHJIETCIILCTBA TOro, 4To pocT auHOo(areuat Alexandrium tamarense
CTHUMYJIUPYIOT TYMHHOBBIC BEILIECTBA, MoTNafaroniue B Boay ¢ cymmu (Gagnon et al., 2005).

HecMmoTtpst Ha TO 4TO MUTaHUE TUHODIIATESIUTST BBI3bIBACT MOBBIMICHHBIA HHTEPEC
CO CTOPOHBI HAYyYHOTO COOOIIECTBA, MPEXIE BCEro, OJaromaps e€ro dKOJIOTHISCKOMY
3HAYCHHWIO, CBEJCHUS O HEM Ha CETOAHSIIHWN JIeHb OTPBIBOYHBI M Yalle BCETO
NPEACTaBISAIOT cO00I OmNHMCcaHue CIIOCOOHOCTH TeX WIJIM MHBIX BUAOB K aCCHUMWIISIIIU
Pa3INYHBIX COCIAMHEHW Oe3 OOBSICHEHHUS pEryJSIMA TaKuX MpPOIECCOB W HUX
MOJICKYJISIpHBIX ~OcHOB. [locrmenmHee OOCTOSTENBCTBO CBSI3aHO C  OTCYTCTBUEM
uHpopMauu O TeHax W Oenkax, Y4YacTBYIOIIMX B TPAHCIOPTE U META0OIHU3ME
MUTATEIBHBIX CyOCTpaTOB B KIETKaxX IWHOMIAre/uisaT: OOJbIIue pa3Mepbl T€HOMOB
3aTPYIHSIOT KX TOJTHOE CEKBEHUpOoBaHWe. Ha ceromHsmHui 1eHh CEKBEHUPOBAH JIUIIIb
HeOO0JIbIION reHoM cumOnoTHueckux nuHdaareuar Symbiodinium spp. (LaJeunesse et
al., 2005; Shoguchi et al., 2013), Ho OH /10 CHX [TOP HEAOCTATOYHO XOPOIIIO AHHOTUPOBAH,
¥, BEPOSITHO, 3HAUMTEIILHO PEAYIIMPOBAH 110 CPABHEHUIO C TCHOMaMU CBOOOTHOKUBYIIIUX
BUI0B. [l0osIBJIEHNE TPAHCKPUIITOMHBIX TaHHBIX MOXET TIOMOYb PEIIUTh ATy MPOOIIeMy,

OJTHaKO TMoKa 3Ta uHpopMalys He ObliIa IMUPOKO Hcmob3oBana (Matantseva, 2013).
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CoBpeMeHHBIE TIPEACTABICHUA 00 a30THOM MeTaboM3Me MHKCOTPO(HBIX
nuHOGIAreIUTSIT OTPaKEHBI HAa pUCYHKE 3. OTH MPEACTaBICHUS OCHOBAaHBI Ha
MPOBENCHUM Tapajieiell MexXAy AuHO(MIareisaiTaMd ¥ PACTCHHSAMH, OIHAKO
KOHKPETHBIE JaHHBIE O TPAHCIOPTEpax a30TCOMEPIKAlINX BEIIeCTB W (EpMEHTaX,
YY9aCTBYIOIMX B HMX ACCHMIIINHNH, y IUHOQIATEIUIAT A0 CHUX TOp NPAKTHIECKH
OTCYTCTBYIOT. JIHIITh HETABHO aHAIN3 TPAHCKPUIITOMHBIX 0a3 JaHHBIX MOKA3al HATNIHE
tpancropTepoB cemeiicTB NRT1 u NRT2, omocpenyrommux TpaHCIIOPT HHUTparta, y

muHodmaremsit Lingulodinium polyedrum (Dagenais-Bellefeuille, Morse, 2016).

DIN

NiR( ) —> GS-GOGAT
NH,*

Xnoponnact

?
—'> Ypeasbl
wemp,assbl
KepTBbl ®

o - s
KaHasbl

6 H*/Na* AT®a3bl
€T C TpaHcnopTepsl

Pucynox 3. AsorHbeiii metabomm3m y guHoduaremwtsit. DIN — pacTBopeHHBIN
HEOPraHWUYECKUH a30T (MOHBI HHUTpara, HUTputa, ammoHnus), DON — pacTBopeHHBII
oprannveckuit a3ot, NR — Hutpar-penykrasa, NiR — autput-penykrasa, GS — riryramMmus-

cunreraza, GS-GOGAT - rmyramuH-2-oKcormyTapar amuaoTpandepasza, AA —
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amuHokucioTel, NT — mykimeotunsl, ATP - AT®. U3: Dagenais-Bellefeuille, Morse,

2013, ¢ U3BMEHEHUSIMU.

1.1.3 Dxkonoruyeckoe 3HaU€HUE (POTOCUHTEZUPYIOMINX TUHOGIATreIUTIST

JuHOo(DmaremisiTel MPEACTaBISAIOT COOOW OJUH W3 KIFOYEBBIX KOMIIOHEHTOB
COBPEMEHHBIX MOPCKUX 3KocucTeM. Kak ObUIO OTMEYEHO BHINIE, MHOTHE BHJIBI ITHX
MPOTHUCTOB OCYIIECTBISIOT (DOTOCHHTE3 W SBIISAIOTCS BAXHEHIIMMH TEPBUYHBIMHU
npoayineHTamu. CrocoOHOCTh OONBIIMHCTBA (POTOCUHTEIUPYIONIUX TUHOGIAreIUIST K
MHUKCOTPO(HOMY NMUTAHUIO OTPEICISIET UX JTBONCTBEHHYIO POJIb B OMOTC€OXUMUYCCKUX
IIUKJIaX: C OJTHOM CTOPOHBI, OHU (PUKCHUPYIOT HEOPTAaHUUYECKHUHA yTIIEPO, BBIBOIS €T0 U3
OKpYXalollel Cpelibl, C APYroid — MUHEPATU3YIOT OpraHUYeCKre BEIIECTBA B MPOIECCe
rerepoTpodHoro nutanus U apixanusa (Maranuesa, Ckapnato, 2013). bananc aBTo- u
rerepoTpoun Ype3BbIUAMHO BaKEH C TOYKU 3PEHUS TI00aJbHOTO LMKIA Yriepoja,
MOCTOSTHCTBA KOHIICHTPAIIMK KHUCJIOpPOJa M YIJIEKUCIOro Ta3a B arMocdepe W,
cliemoBaTeapbHO, KinMara rianeTsl (Duarte, Prairie, 2005; Wilken et al., 2013). Takum
o0Opa3oMm, uccienoBanre GU3N0IOTUH MUKCOTPOGHBIX TUHO(IAreIUISIT UMEET OTPOMHOE
3HaYCHHE, 0COOCHHO B CBETE BO3/ICHCTBHS YEJIOBEUYECTBA HA €CTECTBEHHBIC YKOCHCTEMBI.

AHTponoreHHas 3BTpOo(pUKAIUS — ITO 3arpsi3HEHUE TPUOPEKHBIX BOJT OMOTCHHBIMU
JIEeMEHTaMH B pe3yjbTaTe JEATEebHOCTH uYejoBeKa. POCT HaceneHus, pa3BUTHE
CEIbCKOTO XO3SMCTBA W TPOMBIIIUICHHOCTH BJIEKYT 3a COOOW yBEIWYCHHE O0bheMa
CTOYHBIX BOJI ¥ CTOKOB C BO3/IETIBIBAEMBIX 3€MEITb, COJEPKAINX OMOTCHHBIC DIIEMEHTHI B
BbICOKMX KoHIeHTpauusax (Glibert et al., 2005). 3a mocineaHue HECKOIBKO JECATUICTUI
B pe3yJbTaTe aKTUBHOTO WCIIOB30BAHUS CHHTETHYCCKUX YIAOOPEHUH OSKCIOPT
OpPTaHUYECKUX a30TCOCPKAITUX COSAMHEHUI B MPUOPEIKHBIE 30HBI BO3POC B HECKOJIBKO
pa3 (Galloway et al., 2004; Glibert et al., 2005). AaTponoreHHoe 3arpsi3HeHNE BICUET 3a
co00# KaK MOBBINICHHWE OOIIEH KOHIICHTPAIIUUA TOCTYITHOTO JIJIsi aCCUMUJISIIMU a30Ta B
NpUOpPEXKHBIX BOJAX, TaK M YBeIWYeHUE pazHooOpazus ero ¢opm. I[lomoOHbIe
MEPECTPONKHA BEAYyT K HM3MEHECHHUIO KAueCTBEHHOTO (BHUIOBOT0) M KOJUYCCTBEHHOTO

coCTaBa C006IHCCTB, KOorJa OJHU TI'PYIINbI OPraHNU3MOB HAYMHAKOT BBITCCHATH JAPYTHC.
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Tak, OBUIO OTMEUYEHO, YTO B IOCIEAHUE NECATUIETHS AOMUHUPYIOUIEH Ipynmnon
YKApUOTHUYECKUX (PUTOIUIAHKTOHHBIX MHUKPOOPTaHU3MOB B MPHOPEKHBIX IKOCUCTEMAX
gacto ctaHoBsATcsa nuHOo(pmaremnsatel (Glibert et al.,, 2004; Heil et al., 2007). Ilo-
BUJMMOMY, B YCJIOBHSX IOBBIIIEHHON KOHIIEHTPAIMM PACTBOPEHHBIX OpPraHMYECKUX
BEIIECTB OHU TMOJYYaIOT KOHKYPEHTHOE MPEUMYIIECTBO, OIarogapsi 0COOEHHOCTSAM UX
(¢u3noNoruy, a UMEHHO CIIOCOOHOCTU UCHOJIb30BaTh pa3HOOOpa3HbIe a30TCOJAEPIKAIINE
COEIMHEHMSI B KAUE€CTBE HCTOYHUKOB 3TOI'0 BaXKHEHUIIEr0 OMOr€HHOIO JIEMEHTA.
Hwmenno ¢ sBTpodukammeit mpuOpeKHbIX CUCTEM CBA3BIBAIOT BCE YYalllalOIUECs
BCIIBIILIKY Tpou@epanuu TuHO(IIarelyIsaT, Ha3bIBaeMble LIBETCHUSAMHU, WIIN «KPACHBIMU
npumBamm» (Anderson et al., 2002; Heisler et al., 2008; Glibert, 2017). B nacrosimee
BpeMsl IIBETCHUS AUHO(IAre/UIAT HAHOCAT MHOTOMUJUIMOHHBIN yIIepO 1Mo BCEMY MHpY.
[TomuMoO yXy/uieHHus KayecTBa BOJbl M HETATUBHOIO BIMSHHS Ha MOPCKUX KUBOTHBIX,
[[BETEHUS TPEJCTABISIIOT CEPbE3HYI0 OMACHOCTH ISl 37I0POBBSI YEIOBEKA, MOCKOJIBKY
MHOTHYE BUJIbI AUHO(IATEIUIAT CHHTE3UPYIOT CUIIBHOAEHCTBYIOLINE TOKCUHBI, HAIIPUMED,
CaKCUTOKCHH U OpeBeTOKCHH. HakarmBasch B MOJUIFOCKAX M pbIO€, YOTPeOIsseMbIX B

nroIy, 9T TOKCUHBI BBI3BIBAIOT TSAXKCIIBIC OTPABJICHUSA J'IIOI[GfI, B TOM 4HUCJIC, C JICTAJIbHBIM

ucxoxom (Cembella, 2003; Wang, 2008).

1.1.4 Monenbnbiii Bua — Prorocentrum minimum (Pavillard) Schiller 1933

Prorocentrum minimum (B Hactosiee Bpems Prorocentrum cordatum (Ostenfeld)
Dodge 1965; cunonmmsr: P. triangulatum, Exuviella minima, E. marie-lebourae,
P. cordiforme, P. marie-lebourae) — sBpuranuHHbIN 1 SBPUTESPMHBII BUT ApMHUPOBAHHBIX
muHodnaremsat (Grzebyk, Berland, 1997), mmpoko pacnpocTpaHEHHBIH B MOPCKHX
IKOCHUCTEMax yMEpeHHbIX U Tpormyeckux mmmpot (Pertola et al., 2003; Heil et al., 2005)

(pucyHok 4).
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Pucynok 4. Pacnpocrpanenne Buga P. minimum B Bogax MupoBoro okeana. Todukamu
OTMEYEHbI MeCTa, TIe OBUI0O 3aperucTPUpPOBAaHO MpHUCYTCTBHE P.minimum B

€CTECTBEHHBIX MPUOPEKHBIX cooOIecTBax mo panubiM Ha 2005 rox. M3: Heil et al., 2005.

Pasmep wirerok P. minimum cocraBnsier 14-20 MM B mauHy B 12—17 MKM B
mupuHy. KileTku MOTyT OBITh KPYTJIBIMHU, OBATBHBIME HIIH TPEYTOJIBHBIMHU C OOJIBIINM
pasHooOpa3ueM npomexyTouHbix Gopm (pucynok 5) (Hajdu et al., 2005; Pertola et al.,
2005).

Pucynok 5. Mukpodororpadhuu Prorocentrum minimum, mojsydeHHbIE C MOMOIIBEO
cBeToBO# (@) W oamexkTpoHHOM Mukpockonumu (0, u3: Faust, Gulledge, 2002, c

n3MeHeHus MK ). MacitabHas nuHerka — 10 Mk,
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JluroduiaresusaTel Buaa P. minimum siBjisitoTcss MUKCOTPO(aMHU: ¢ OHON CTOPOHBI,
OHHU 00J1a/1at0T COOCTBEHHBIMHU TIACTUAAMU U OCYILIECTBISIOT (POTOCHHTE3, C IPYTOM —
CIIOCOOHBI K ITOTJIOIIEHUIO U aCCHMUJISIIUN PACTBOPEHHBIX OPraHUYECKUX BEIICCTB U
¢arommro3y (Stoecker, 1997; Glibert et al., 2008; Johnson, 2015). C mukcoTpodHbIMHE
BO3MOXKHOCTSIMH P. MiNimum  CBS3bIBAIOT YYaCTHUBINWECS CIydad IIBETCHUH O3THX
NPOTHCTOB, a TAKXE UX PACHPOCTPAHCHUE B HOBBIC MECTOOOMTAHUs, HAOIIOAacMOE B
nocneanne necsatuierus (Heil et al., 2005). B nmayane 80-x rr. P. minimum mosiBuiics B
BanTuiickoM MOpe M ¢ TeX MOp 3aceNIHI ITOYTH BCE €r0 PErHMOHBI M Hadald (OpMHUPOBATH
userenus (Hajdu et al., 2005; Olenina et al., 2010, 2016). Ha cerogusiuauii 1¢Hb 3TO
CIMHCTBCHHBIH BHJ (DUTOIUIAHKTOHHBIX OPIraHW3MOB, OTBCYAIOIIUH KPUTCPUAM
HACTOSIIIUX BUOB-BCelieHIIeB, B banruiickom mope (Telesh et al., 2016).

P. minimum cuuTaeTcs NOTEHIMAIBHO TOKCHYHBIM BHAOM TUHO(DIIATEIUIAT,
MIOCKOJIbKY B pa3HO€ BpeMsl ObUIM 3aperuCTPUPOBAHBI CIIy4aW OTPABJICHUN JIIOJIEH,
yIOTPEOIABIINX B MUIILY PBIOY W JAPYTrHe MOPEMPOIYKTH U3 BOJ, MOJBEPKEHHBIX €T0
serenusM (Heil et al., 2005). B skcriepuMeHTax ¢ akCeHMIHBIMU KJIIOHAMH JTAHHOTO BUIa
ObUTO TIOKa3aHO, dYTO P.minimum 1aeHdCTBUTENBHO CHHTE3MPYET PacTBOPUMbBIC
HEHPOTOKCUHBI, XUMUYECKas TIPUPOIa KOTOPBIX He yctaHoBiieHa (Grzebyk et al., 1997;
Denardou-Queneherve et al., 1999). HecmoTpss Ha 3TO, CBSI3b MEXAY OTpPaBICHHUEM
MOJUTIOCKAMH HJIM PBIOOH M MPOAyHHPOBaHHWEM TOKCHMHOB P. minimum mo cux mop
00CYyXKIaeTcsl, TOCKOJIbKY 3a4acTyl0 OJHOBPEMEHHO C I[BETEHHEM JTOTO BHIA
nuHodIareuIsT HaO I0AaeTCS [BETCHHE M JIPYTHMX TOKCHH-TIPOAYIUPYIONIUX BUIOB, a
TaK)Ke aCCOIMUPOBAHHBIX C HUMHU OakTepwii. HemaBHue McciemoBaHUS MOKA3aiH, 9TO
HEKOTOpbIe KIIOHBI P. minimum mpoaynupyrT aHaJOTH OJHOTO W3  CaMbIX
CUJIBHOJICUCTBYIOIIIMX W3 U3BECTHBIX HEMPOTOKCHMHOB — TETPOAOTOKCUHA. BeposTHO,
CHUHTE3 TETPOJOTOKCHH-TIOJOOHBIX BEIIECTB OCYIICCTBIIICTCS CHUMOMOTHYCCKUMHU

OakTepusaMHU TUHOGIArSIUIAT, OTHOCIIUMUCS K poaaM Roseobacter u Vibrio (Rodriguez

etal., 2017).
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1.2 PacTBopeHHbIe OpraHnYecKHne BellecTBA KAK HCTOYHUKH a30Ta U yIrjiepoaa

1.2.1 PacTBOpeHHbIE OPTaHUYECKUE BEIIECTBA B MOPCKHUX IKOCHCTEMAX

PacTBOpeHHBIC OpraHMYECKHE BEIIECTBA — 3TO HAWOOJIee 3HAYUTEIBHBIN ITyII
BOCCTAaHOBJICHHOTO yTJiepoJla B MHUPOBOM OKeaHe, MPECTaBJISIOMNNA CO00H CMeCh
HU3KOMOJICKYJIIPHBIX OPTaHUYCCKUX COCTMHCHUA M MaKPOMOJICKYJI, TAKUX KaK OCIIKH U
noJiucaxapuabl. PacTBOpeHHBIE OpraHMYECKHE BEIIeCTBA MOPCKHX OIKOCHCTEM
(bOpPMHPYIOTCS B pe3yJIbTaTe META0OINYCCKON aKTUBHOCTH BOJIHBIX OPraHU3MOB H IITHII,
a TaK)Ke MPUBHOCATCS B PUOPEXKHBIC PETHOHBI ¢ peuHbIM cTokoM (Hedges et al., 1997;
Opsahl, Benner, 1997; Hansell et al., 2009). B nHactosiee BpeMs, XO3SMCTBEHHAs
JEATEILHOCTh YEJIOBEKA TaK)KE SBIISCTCS 3HAYMUTCIBLHBIM HCTOYHHKOM IPHBHECECHHBIX
pPacTBOPCHHBIX OpraHWyeckux BemiecTB. OOmas KOHIEHTPAIUS PacTBOPEHHBIX
opraHudeckux BemecTs cocrasisieT 40—100 Mxmouns 17! B pasnnuHbIX acTax MupoBoro
okeana (Ogawa, Tanoue, 2003), mpu 3TOM OoJbIllasg WX YaCTh JO CHX IOp HE
OXapaKTepU30BaHa, HECMOTPS Ha 3HAYHMTEIbHBIC YCIIEXH B OTOM 00JIACTH, CBSI3aHHBIC C
MPUMEHECHUEM TaKUX aHAJUTHYCCKHUX METOJOB, KAK PE30HAHCHAsI MacC-CIICKTPOMETPHS
¢ ®ypbe mnpeoOpa3oBaHMEM M CICKTPOCKOMNHS SACPHOTO MAarHMTHOTO pe30HaHCa
(Nebbioso, Piccolo, 2013). Cuutaercsi, 4T0 OHOJOTHYECKH TOCTYIHBIE COCAMHEHHS,
KOTOPBIE MOTYT OBITh METa0OJM3UPOBAHBI  PA3IMYHBIMK  MHKPOOPTraHHW3MaMH,
COCTaBJISIIOT MCHEE IOJIOBUHBI BCEX PACTBOPCHHBIX OPraHUYEeCKHX BEIICCTB MU
MPUCYTCTBYIOT, TJIABHBIM 00pa3oM, B JOTUUECKOM CJIO€ OKEaHa.

A30T JUMUTHPYET POCT (POTOCHHTE3MPYIOIIMX TMPOTHCTOB B  MOPCKHX
9KOCHCTEMAX, MOCKOJIbKY OO0JIbINast €ro 4acTh HaxoauTcs B hopme Na, HeTOCTYITHOM [1st
0IaBJISIONIETO unca )uBbix opranu3mos (Vitousek, Howarth, 1991; Falkowski, 1997;
Voss et al., 2013). Takum o00pa3oM, a30TCOACpIKAIINE OpPraHUYECKHE BEINECTBA
IPEACTABIIAIOT COOOM LIEHHBIH MCTOYHHMK STOTO 3JEMEHTA IS IMPOTUCTOB, CIIOCOOHBIX
accumuupoBats ux (Bronk et al., 2007; Glibert, 2017). 3HaunMTeNnbHYIO YacCTh
OXapaKTePU30BaHHBIX a30TCOACPIKAIINX OPraHUIECKUX BEIICCTB COCTABIISIIOT MOYCBHHA

M aMUHOKHUCIOTHL. [Ipm 3TOM JOMHUHMpYIOLIEW AMHUHOKHCIOTOW B MOPCKOW Cpene,
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3a4aCTyl0 TMPEACTABICHHOW B CaMOW BBICOKOW KOHIIEHTPAIIUHU, SBISETCS TIIUIHH
(Mopper, Lindroth, 1982; Coffin, 1989; Hubberten et al., 1994; Keil, Kirchman, 1999;
Dittmar et al., 2001; Ogawa and Tanoue, 2003; Zhang et al., 2015).

B nocnennue necATuieTus MpOMBIIUICHHOE MMPOU3BOICTBO MOYCBHHBI U TIIUIIHHA
CYIIECTBEHHO  BO3POCIO, TIOCKOJIBKY OTH  COCAWHCHHS  HWCIIONB3YIOTCA B
dapMaleBTHUECKO W KOCMETHYECKOW MPOMBIIIICHHOCTH, a TaKXe B CEIbCKOM
xo3siicTBe. OCOOCHHO BEITMKO MPOM3BOACTBO MOYEBHHEI, TAK KaK B COBPEMEHHOM MHPE
6onee 50% azoTcomepkammx ymOOpEHH MPEACTaBICHO B (DOpME ITOTO COCTMHECHHS
(Glibert et al., 2006). B pe3ysbrare mpUBHECEHHS aHTPOITOTEHHBIX MTMIIMHA U MOYCBUHBI
B MOPCKYIO CpPEIy CO CTOKaMH C CYIITH, 0OCOOECHHO MOCIE JIMBHEBBIX JOXKIEH 1 IIITOPMOB,
B MPUOPESIKHBIX AKOCUCTEMAX CITOPATUYECKH HAOJFOMAETCS 3HAYNTEIHLHOE TOBBIMICHUE
KOHIIEHTpanuu 3Tux BemecTB (Lomas et al., 2002; Switzer, 2008). [TpeanonoxuTebHO
TaKWe COOBITHS MOTYT IPEIIICCTBOBATh KPYIHBIM IBeTeHusM nauHodurareuiat (Glibert
etal., 2001; Anderson etal., 2002; Heisler et al., 2008; Glibert et al., 2005). Tem He mMeHee,
71a00paTOPHBIX UCCIEAOBAHUM OTBETA TUHO(IATSIUTSIT Ha BHE3AITHOE MTOSBIICHUE HOBOTO

HMCTOYHUKA a30Ta OMYOJUKOBAHO HE OBLIO.

1.2.2 Mo4eBWHa ¥ TJIMIMH KaK MATATEIbHBIC CYOCTPaThl IS TUHO(IATeIIIsAT

JIabopaTopHBbI€ U MOJIEBbIC UCCIICTOBAHMS TTOKA3aIH, YTO MOYEBHUHA UCIIOIB3YETCS
MHOTHMH JUHO(DIAre/IiTaMi B KadeCTBE MHMTATEILHOrO cyOcTpara, HMpUYEeM YacTo
U3MEpEHHasi CKOPOCTh IOTJIOIICHUS MOYEBHHBI MPEBBINIACT CKOPOCTH IMOTJIOMICHHUS
HCOPraHWYECKUX HCTOYHUKOB a30Ta 3TUMH k¢ Buiamu auHoduaremwtar (Kudela,
Cochlan, 2000; Fan et al., 2003b; Collos et al., 2004; Sinclair et al., 2009; Solomon et al.,
2010). Tak, ckopocTh TOIJIOIIEHUS MOYeBHHBI auHoduareatamu Lingulodinium
polyedrum Bo Bpems ux 1BeTeHus y 3amaanoro moodepexns CIIA mpesbimana CKOPOCTh
MOTJIOIIECHUS] HOHOB HUTpaTa MOYTH B 3 pa3a U CKOPOCTb MOTJIOMICHUS HOHOB aMMOHHSI
noutu B 2 pasa (Kudela, Cochlan, 2000). Komroc ¢ coasropamu (Collos et al., 2004)
nokazayiu, uto JjabopatopHble KiIoHBI auHOQuIareutaT Alexandrium catenella

norjomajin MO4YCBHUHY CO CKOPOCThHIO, HpeBLIHIaIOH_[eﬁ CKOPOCTD IIOITIOIICHWA HHUTpPATa.
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To e ObUTO MOKa3aHO IS KyabTyp auHodareat Karenia brevis (Sinclair et al.,
2009), P. minimum (Fan et al., 2003b) u P. donghaiense (Li et al., 2009). Ognako B
IKCIEpUMEHTaxX ¢ 3MupuTHRIMU OeHTOCHBIMU nuHOGIaresramu Ostreopsis cf. ovata
MOYCBHHA OKa3ajach HAaUMCHEE MPEANOYTUTEIBHBIM HCTOYHHKOM IO CPaBHEHHUIO C
WOHaMH aMMOHHUs W HuTpara (Jauzein et al., 2017). Bo Bcex ymoMmsHYTBIX paboTax
CKOPOCTb MOTJIONICHUS PA3JIMYHbIX CyOCTPaTOB ObliIa HCCIIEI0BaHA HE3aBHCUMO, TO €CTh
B CpeJic BO BpeMs WU3MEPEHHUs MPUCYTCTBOBAJ JIMIIb OJWH HCTOYHUK a30Ta. B cBOIO
o4epe/lb, KOHKYPEHTHOE ITOTJIONIEHUE MOYCBUHBI MU HEOPTaHMUECKUX HOHOB, TO €CTh
TIOTJIONICHHE B YCIIOBHSX, KOT/Ia pa3IUYHBIC UCTOYHUKH a30Ta JOCTYITHBI OJTHOBPEMEHHO,
OBLTO M3y4YeHO B MEHBIIEH cTeneHu. [loka3aHo, 4TO CKOPOCTh MOTIIONICHUS MOYCBHHBI
IPHUPOIHBIME MOMYJISAIUAMH P. minimum Bo BpeMs IIBeTEHWI 3TOro Buaa ObLIa, Kak
NPAaBUJIO, MEHBIIE CKOPOCTH KOHKYPEHTHOTO IIOTJIONIEHUS HOHOB HUTpara. I[lo-
BUJMMOMY, 3TO CBSI3aHO C TEM, YTO BO BpEMs UCCIICIOBAaHHBIX [IBETCHHI KOHIICHTPAIIUS
MOUYCBHUHBI B cpejic Oblila B HECKOJILKO pa3 MEHbIIIe KOHIICHTpAIlud HOHOB HUTpaTa (Fan
et al.,, 2003b). BaxxHO OTMETUTH, YTO KOHKYPCHTHBIA TPAHCIIOPT HUTPAT-HOHOB H
MOUYEBHHBI B KJICTKH TUHO(IATSIUIAT B YCIOBUAX, KOTIa 3TH COSTUHEHUS TPUCYTCTBYIOT
B cpele B ONM3KHUX BBICOKHX KOHIICHTpAIUSAX, O CHX TOp He u3ydeH. Kpome Toro,
HEM3BECTHO, OKA3bIBACT JIM BHE3AITHOE IMOSIBJICHUE OPraHUYECKOro cyOcTpaTta B cpejie
7 (}EeKT Ha KOHKYPEHTHBIN TPAHCTIOPT HOHOB HUTpATA.

N3BecTHO, 9TO MUHOQIIATEIIIATHI CIOCOOHBI HCIOJIB30BaTh AMHHOKHCIOTHI B
KauecTBe McToyHUKOB azota (John, Flynn, 1999; Fan et al., 2003b), ogxako B GoJbIeH
YaCTH WCCJICIOBAaHWA TPHUMCHSJIUCh CMECH aMUHOKHCIIOT, a HE OTACIbHBIC
aMUHOKHCIOTB. Tak, ®3H ¢ coaBropamu (Fan et al., 200b) wm3mepsiiu CKOpPOCTH
MOTJIONICHHUST aMHUHOKHUCIIOT KJeTKaMu P.MINimMum u3 ecTeCTBEHHBIX MOMYJIALUNA BO
BpeMs IIBETEHUH ATOTO BHJA, HO B KA4eCTBE MEUCHOTO CyOCTpara OHM WCIOJb30BAIH
cMech U3 16 pa3IMYHbIX aMUHOKHUCIIOT, B KOTOPOW A0JIS TIIMIIMHA COCTABIIsIA JTUIb 6.2%.
[Tornomenre MMIKMHA KISTKAMU JHHOMIATSIUIAT W3 MPHPOIHBIX MOIMYJSIHA OBLIO
nokazanHo s BumoB Karenia mikimotoi u P. donghaiense: skcrepuMeHTBI
IPOJIEMOHCTPHUPOBAJIH, YTO TPAHCIOPT rimiuHa B kietku K. mikimotoi mpoucxommn ¢

OoublIel CKOpOCThIO, ueM B KieTku P. donghaiense, a ckopocts 3Toro mporecca Oblia
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HIDKE, YeM CKOPOCTh TPaHCIIOpTa MOYEBHHBI, HO MPEBBINIANA CKOPOCTh TPAHCIOPTa
MOHOB HUTpaTa. [Ipu 3TOM, CKOPOCTH TpaHCIIOPTa MOYEBUHBI U TIIUIIMHA OBLITH IPUMEPHO
omuHakoBhl y P. donghaiense (Li et al., 2009). B apyrom ncciieoBaHu# BETEHUH dTUX
ke BunoB Jlu ¢ coaBropamm (Li et al., 2010) moka3amu, 4TO TIUIMH ObUT MEHEE
NPEIIOYTUTEIEHBIM HCTOYHUKOM a30Ta 10 CpaBHEHUIO ¢ ModeBuHOM st K. mikimotoi
u OoJiee mpeanmouTUTeNIbHBIM — [t P. donghaiense.

[TornomieHne 1 aCCUMUIISIINS YTISPOaa MOYCBUHBI U TITHIIMHA TUHO(IareusiTaMu
npakTHYeckun He u3ydeHbl. B pabore ®3H c coaBropamu (Fan et al., 2003b) ects
YIIOMUHAHUE O TOM, YTO YIJIEPO]] MOUEBUHBI COCTABIsLT MeHee 1% OT Bcero yriiepoaa,
accuMuipyemMoro P. minimum Bo BpeMs IBETEHHS, OJHAKO IMOAPOOHBIC JaHHBIE 00
3TOM TMpoliecce He mpuBOAsTCA. MH(opManus o MmorjaomieHnd JuHO(IIareusiTaMu
yriepoaa MIIAIWHA OTCYTCTBYET.

HekoTopast mpoTHBOPEUNBOCTD UMEIOIIUXCSI TAHHBIX O PO MOYCBHHBI M TITHIIHA
B MHUTAHUW JUHOQIIATEIIIAT CBS3aHA C TEM, YTO ITH BOMPOCHl M3y4YaJIHCh, TITaBHBIM
00pa3oM, B TOJIEBBIX MCCIEIOBAHUSIX I[BETCHUN OTIENBHBIX BHUIOB, MPEIIOIATaIONIIX
BBICOKYIO BapuaOCIbHOCTh YCIIOBHH Cpellbl, a TaKKe CMEIIaHHOE MHUKPOOHOE
COOOIIECTBO, WM K€ B 3HAYUTEIILHO YIPOIIECHHBIX JKCIEPHUMEHTaX C KYJIbTypaMu
MHUKPOOPTaHU3MOB, B KOTOPBIX TPAHCIOPT pPa3IMYHBIX CYOCTPAaTOB OIICHUBAJICS
He3aBHCUMO. M3BECTHO, YTO TapaMeTphl TOTJIOMICHUs TMHUTATEIbHBIX CyOCTpaToB
KJIETKaMH (OTOCHHTE3UPYIONIUX IMPOTHCTOB B 3HAYUTEIHLHOW CTENEHU 3aBHUCAT OT
MHOXECTBa (PAaKTOPOB, TAKUX KaK KOHIIGHTpaIUsi cyOCcTpara, CKOPOCTh pOCTa KIIETOK,
¢aza xuzHenHoro 1ukna u 1.4. (Goldman, Glibert, 1982). Ilpu 3ToM He TMPOBOIMIOCH
UCCIICIOBAHU, TIOCBSAIICHHBIX H3YYCHHIO TTOTJIOIICHUS a30TCOCPIKAIINX COCTUHCHUH B
YCIOBHSAX M30BITKA a30Ta B Cpelie, KOria KOHIEHTPAIHs Ka)XI0TO U3 a30TCOIEPIKAIINX
cyOcTpaToB oOecreuynBaeT MaKCUMaJIbHYI0 CKOPOCTh MOTJIONIEHUSI JaHHOTO cyOcTpara
KJIeTKaMd. B cBeTe moBceMecTHOW HBTpOPUKAMU MPUOPEKHBIX PETHOHOB MOPEH
aKTyaJIbHOCTh TIOJIOOHBIX pa0OT HE BBI3BIBAET COMHEHHM. Takum 00pa3oM, CyIIECTBYET
HEOOXOMMOCTh B TIPOBEACHUH CTaHIAPTH3UPOBAHHBIX JIAOOPATOPHBIX IKCIICPUMEHTOB
C LIEJIbI0 U3YyYCHHSI KOHKYPEHTHOTO TPAHCIIOPTA a30Ta U yriiepoJia MOYCBHHBI M HUTPAT-

HOHOB, I''IMIIMHA W HUTPAT-HOHOB B KJIICTKH I[I/IHO(I)JIaFeJ'IJ'ISIT, a TaKiXKC HCCIICIOBaHHA
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BJIIMSIHUSL OPraHUYCCKHUX CY6CTpaTOB Ha IIOIJIOIMCHHUE HOHOB HHUTpAaTa B YCIOBHUAX

M30BITOYHOTO COJICPIKAHUS a30Ta B Cpe/Ic.

1.3 TpancnopT U acCCUMMJISIIUASL HUTPAT-HOHOB, MOYEBHUHBI M TJIMIMHA

Ha ceromusmamiAi aeHp O Oenkax, y4YacTBYIOIIUX B TpaHCMEMOPaHHOM
TPAHCIIOPTE M ACCUMUJISIIIAA HUTPAT-HOHOB, MOYCBUHBI M TIIMIIMHA Y TAHOQIATEIUISAT
W3BECTHO Masio. B TO ke BpeMs, MOJEKYJSPHbIE OCHOBHI 3THX IPOIIECCOB JTOBOJIEHO
XOpOIIIO M3YyYEHbl Ha MPUMEPE HECKOJIBKUX TPYII 3YKAPUOTOB: PACTEHUM, 3€JIEHBIX
BOJIOPOCIIEH, ’KUBOTHBIX U TPHUOOB.

[Tormomenre HOHOB HUTpPATa KJIETKAMH PACTEHUN M POJCTBEHHBIX MM 3EJICHBIX
BOJIOPOCJIEH OCYIIIECTBIIACTCS TOCPEJACTBOM CHUCTEM HHU3KO- M BBICOKOA(PGUHHOTO
TpaHcTopTa, BKIOUamux B cedst 6enku u3 cemeiicte NRT1 u NRT2 (Forde, 2000;
Orsel et al., 2002). Benku 060uX ceMeUCTB UMEIOT 12 TpaHCMEMOpPaHHBIX CETMEHTOB U
(YHKIIMOHHUPYIOT KaK KO-TPAHCIOPTEPBI HUTPAT-UOHOB U poToHOB (Galvan, Fernandez,
2001). TlommMo pacTeHMiA ¥  3€JCHBIX BOJOPOCICH, TEHBI, KOIUPYIOIIHE
Bbicokoadpunnbie TpancrnopTepsl NRT2, Obutn 0OHApYKEHBI Y MOPCKUX TIIIAHKTOHHBIX
npotuctoB u3 rpynn Haptophyta w Bacillariophyta (Song, Ward, 2007). VY
nuHOodIare/uIsaT nociaeaoBaTeabHocTd, koaupyromue oenku NRT1.1 u NRT2.1, Obum
uaeHTU(HUIIMPOBaHbl B TpaHckpunrome Buaa L. polyedrum (Bellefeuille, Morse, 2016).
[ToMmuMo criemM(PUIHBIX TPAHCIIOPTEPOB, TPAHCMEMOPAHHBIM TPAHCIOPT HUTpATA Yy
pacTeHuit MoryTt ocymiectsisaTh KaHanbl cemeiictBa CLC (chloride channel family),
JOKaIIM3yIoMecss B MeMOpaHe ToHoriacTa, a Takxke kanaiasl SLAC/SLAH (slow anion
channel-associated homologues) (Krapp et al., 2001). Kananst CLC ecTh y 60JbIIMHCTBA
U3BECTHBIX OPraHW3MOB M, KaK MPaBHJIO, SBJSIFOTCS aHTUIOPTEpaMH MPOTOHOB HY u
nonoB xjopa Cl (Jentsch, 2008; Lisal, Maduke, 2009), Ho y pacTeHH#i MHOTHE TOMOJIOTH
ATUX KaHAJIOB (PYHKIIMOHUPYIOT KaK aHTUIIOPTEPHI MPOTOHOB WU MOHOB HuTpara (De
Angeli et al., 2006). Kanansr SLAC/SLAH — 510 MenneHHBbIE aHUOHHBIC KaHAIbI,
HKCIIPECCUPYIONINECS B 3aMBIKAIOIINX KIIETKAX YCTHUIT Y PACTCHUHN 1 IEMOHCTPHPYIOIITUE

CEeJICKTUBHOCTH K HUTpaT-uoHam (Geiger et al., 2011).
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B mHactosiiiee Bpemsi HM3BECTHO HECKOJBKO THUIIOB OEJIKOB, OINOCPEIYIOLIUX
TpaHCMEMOpPAHHBIN TPAHCIOPT MOYEBHUHBI y Pa3IUYHBIX OPTaHU3MOB. Y pacTEHHI
NACCUBHBIA TPAaHCIOPT MOYEBUHBI OCYIIECTBISIETCS 4epe3 OeIKU-aKBaIlOPUHBI
cymepcemeiictea MIP (major intrinsic proteins), a aKTHBHBIA TpPaHCIOPT — dYepes
cnenuuvnbie BbIcOKOoadGuHHBIE TpaHcmoptepsl ModeBumHbl DUR3  (Kaldenhoff,
Fischer, 2006; Kojima et al., 2006; Wang et al., 2008; Witte, 2011; Li et al., 2014),
KOTOpbIe Takxke Obuth 00HapyxeHbl y rpudoB (Navarthna et al., 2011). CynepcemericTBo
pactutenbHbIX akBanopuHoB MIP BkitouaeT B cebs cienyromue nojcemeiicta: TIP
(tonoplast intrinsic proteins), PIP (plasma membrane intrinsic proteins), NIP (Nodulin26-
like intrinsic proteins) u SIP (small basic intrinsic proteins). DkcnepuMeHTaIbHO
MOKa3aHO, YTO TPAHCIOPT MOYEBHHBI MOXKET OCYIIECTBISITHCS Yepe3 HEKOTOphIE W3
oenxoB TIP (Gerbeau et al., 1999; Liu et al., 2003b) u PIP (Eckert et al., 1999; Siefritz et
al., 2001) y Arabidopsis thaliana u Nicotiana tabacum u yepe3 akBanopus Nipl y TEIKBEI
Cucurbita pepo (Klebl et al., 2003). Bce akBamopunsl cynepcemeiictea MIP umeror 6
TpaHCMEMOPaHHBIX CETMEHTOB M (DYHKITMOHUPYIOT B MeMOpaHax kak TeTpamepsr (Witte,
2011). Bsicokoadduuubie TpaHcmoprepbl MoueBuHBI DUR3 u wux romonoru
OOHapy)XeHbl Yy pPACTEHUM, 3€JIEHbIX M KpacHbIX BOJOPOCIEH, a Takke y TpuOOB.
Cunrtaercsi, YTO OHU (PYHKIMOHHUPYIOT Kak KO-TpaHcmoptepbl ¢ mpotoHamu (Witte,
2011). benok DUR3 wmmeer 14 mnpejicka3zaHHBIX TPaHCMEMOpPAHHBIX CETMEHTOB Y
A. thaliana u 15 — y mpoxokeit Saccharomyces cerevisiae (Turk, Wright, 1997; Liu et al.,
2003a)

Y Oakrtepuii B AaKTUBHOM TpAaHCIOPTE MOYEBUHBI ydacTByloT ABC-
TpaHCHOPTEpPHI, a B maccuBHOM — Oenku UT (urea transporters), B Tom uncie 6emox YUT
(Yersinia urea transporter), u UAC (urea amide channels), npencrasnsromue coboi
memOpanublie KaHais! (Sebbane et al., 2002; Sachs et al., 2006; Huysmans et al., 2012;
Strugatsky et al., 2013). OcobeHHO XOpOIIIO U3Y4YeHBI OTHOCsAMMecs k cemeiictey UAC
oenku Urel Helicobacter pylori, mockonbky uX (GYHKIIMOHUPOBAHUE SIBIISETCS
BaXHEHIIMM (DaKTOpPOM BHPYJICHTHOCTH 3THX martoreHusix Oaktepuii (Mollenhauer-

Rektorschek et al., 2002). YV >kMBOTHBIX 3a TPAaHCIIOPT MOUYEBUHBI OTBeuaroT Oenku SLC14
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(solute carrier 14), romonornunsie Oeaxkam UT Gakrepuit (Sands, 2003; Shayakul et al.,
2013).

TpaHCOPT rAUITMHA Y )KUBOTHBIX OCYIIECTBIISICTCS MMOCPEICTBOM CITEITU(DIIHBIX
BoicokoadpuuaHbIX Na*- u Cl-3aBucuMbIX TpaHcopTepoB riunuHa GLY T, Hecymmx 12
TpaHCMEMOpPAHHBIX CETMEHTOB W WTPAIOIIMX BAXKHYIO POJb B (DYHKIITMOHMPOBAHUU
nepBHoii cucreMbl (Tunnicliff, 2003; Hosoya et al., 2010). V¥ pacTeHuii 0OCHOBHBIMH
TpaHCIIOPTEPaMHU 3TOM aMHUHOKHCIIOTHI SBJISIFOTCS paznuuyHbie Oenku AAP (amino acid
permeases), oTHocsIHecs kK kpynHoMy cemeiictBy ATF (amino acid transporter family),
a taroke Oenku CAT (cationic amino acid transporters), oTHoOcsuecs k cemerictey APC
(amino acid-polyamine-choline) (Rentsch et al., 2007; Taylor et al.,, 2015).
Tpancnoprepst CAT 061a1ar0T BbICOKOH apUHHOCTHIO K CyOCTpaTam, a TpaHCIOPTEPHI
AAP — Beicokoil U ymepeHHOU adduHHOCTBIO. Takxke O€NKH, OCYHIECTBISIONINE
TPAHCIOPT TJIMIIMHA, U3BECTHBI y poxoked. OHU MpeaCTaBisIIOT co00i crnenuuyHbie
nepmeassl GAPL, koTopble HMHTEpECHbI TEM, YTO HUX JIOKAJU3alus 3aBUCUT OT
BHYTPHKJICTOYHON KOHIICHTPAIlMd aMHUHOKHCIIOT: TPU HHU3KOW KOHIICHTPAIIMH OHHU
JIOKaJIM30BaHbl, TJIABHBIM 00pa3oM, B IJIa3MaTHYeCKOW MeMOpaHe, Torna Kak MpH
BBICOKO# — B BaKyOJIsIpHO# MeMOpane (Jauniaux, Grenson, 1990; Risinger, Kaiser, 2008).

JIist Toro 9ToOBl TOCTYNUBIIMKA B KJIETKY a30T HUTPAT-HOHOB MOT OBITh
ACCUMUJIMPOBAH W WCIIOJNBb30BaH B OWMOCHMHTETHYECKUX IIpOIleccax, HOHBI HHUTpaTa
JIOJDKHBI OBITH BOCCTAHOBJICHBI 10 HOHOB aMMOHHUS. B pacTUTENsHOM KIIETKE MPOIIECChI
BOCCTAHOBJICHHsSI HUTPAT-MOHOB JO HMOHOB aMMOHUS KaTalM3UPYIOTCS (epmeHTamu
Hutpat-peaykrazoir  (NAR), nokanmusyromiedics B IIMTO30JIE U OCYIICCTBIISIONIEH
BOCCTAHOBJICHHE HMOHOB HHUTpaTa /10 MOHOB HUTpUTA, U HUTpUT-peaykarazoil (NIR),
OTIOCpEeyIoIIell BOCCTAHOBIICHHE NOHOB HUTPHUTA O MOHOB aMMOHHMS B XJIOPOTIJIACTaxX
(Crawford, 1995; Tischner, 2000).

Kak MoueBMHa, Tak W TJIHMIWH B TMPOIECCE ACCHMIIALUU MPETEPIEBAIOT
TpaHchOpMaIiio B HOHBI aMMOHUs. Ha ceromHsmanii 1eHh U3BECTHO JBa MEXaHHU3Ma
paciierieHuss MOYEBUHBI Ha HWOHBI aMMOHUS U OukapOoHaTta. ATd-He3aBHCHUMBIN
THIPOJIN3 OCYILECTBIIACTCS TMOCPEACTBOM LUTO30JbHOTO (epmenta ypeassl (URE),

IIMPOKO PACIPOCTPAHEHHOTO B PA3IUYHBIX TPYIIAX OPraHU3MOB, OT OaKTepuil 10
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pactenmii (Mobley, Hausinger, 1989; Mobley et al., 1995; Witte, 2011). 3a AT®-
3aBUCUMOE PACIICINICHUE MOYCBHUHBI, IPOUCXOIAIIESE B JBA dTara, OTBEYaeT (hePMEHT C
JBOMHON  KATAJIMTUYECKOW aKTUBHOCThIO ammumosmaza MoueBmHbl (DURL,2),
OoOHapy>KeHHbIH y rpubOOB. Y 3eJeHBbIX BoJopociei Te ke peakiun AT®d-3aBUCUMOTO
pacIIeTUICHUsI MOYEBUHBI ~ OCYIIECTBIISIOTCS JABYMsI OTIACIBHBIMH  (PEepMEHTaMH,
TOMOJIOTUYHBIMH JIBYM (YHKIIMOHATBHBIM YacTsIM aMUJI0JIMa3bl MOUYEBHUHBI, - aMUJ1a301
u kapOokcuiazoi moueBuHbI (Solomon et al., 2010; Strope et al., 2011).

OkucreHue raviuHa B KJIETKaX PaCTEHUN U )KUBOTHBIX KaTaTU3UPYETCs OeIKaMu
H, L, P wu T, BxogsmmMmMu B COCTaB MHUTOXOHJPHAILHOTO KOMILJIEKCa
nexkapookcumpoBanus  riaunuHa GDC  (glycine  decarboxylation  complex).
O6pa3yromuiics B X0J1e NeKapOOKCUIMPOBAHUS TJIMIMHA 5,10-
METUJICHTETparuapodoaaT MOXKET BCTyNaTh B PEAKIUIO C €IIe OJHOW MOJIEKYJION
rMnuHa ¢ oopasoBanueM cepuna (Douce et al., 2001; Schulze et al., 2016). B cBoro
ouepe/ib, CEPUH MOXKET ObITh TpPaHCPOPMUPOBAH B MHUPYBAT B XOJE pEaAKIUH,
KaTanu3upyemMon (EepMEHTOM CEepUH-JIETUIpaTa3o (CepuH-paleMasoil), BEpOSITHO,

Jokanusyromieiics B uro3oste (Fujitani et al., 2006; Hildebrandt et al., 2015).

1.4 UccnenoBanusi, NPOBOAMMbIe HA YPOBHE OT/AEJbHBIX KJIETOK

1.4.1 VccnenoBanusi Ha ypOBHE OTJEIBHBIX KJIETOK B SKO(DU3UOIOTHH

(POTOCHHTE3UPYIOLIUX TPOTUCTOB

OpnHOKIETOYHBIE (POTOCHHTE3UPYIONIUE 3YKAPUOTHI BHOCAT CYIICCTBEHHBIM
BKJIaJl B MEPBUYHYIO MPOAYKIIMIO OKeaHa W (PUKCAIMI0 HEOPTaHWUYECKOTo yriepoja, a
TaK)Ke UTPAIOT BAXKHYIO POJIb B OMOTEOXUMHUYECKHUX ITUKIAaX MaKpO- 1 MUKPOAJIEMEHTOB
(Falkowski et al., 1998; Morel and Price, 2003; Chassot et al., 2010; MaranueBa u
Ckapumato, 2013). Jlo HacTOSIIEr0 BPEMEHHM B3aMMOACHUCTBHEC (POTOCHHTE3UPYIOIINX
MUKPOOPTaHU3MOB C OKpYXKaloIed cpeaod M3ydanoch, TMPEeXKAe BCEro, Ha
MOMYJISIIMOHHOM ypoBHE. HeCMOTpst Ha TO YTO 3TOT TPATUITMOHHBIA MOIXO/T ITO3BOJISET

MMoJIy4aTb OCHHYIO HH(bOpMaHHIO, C €TI0 IIOMOIIBIO HCBO3MOKHO ITOJIHOCTBIO IIPOACHUTD
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CJIO>KHBIE TTPOIIECCHI, MPOTEKAIOIINE B MOMYJISAIUAX U COOOIIECTBAX MUKPOOPTaHU3MOB.
B mocnennue mecstwiietus ObLIO pa3pabOTaHO MHOXKECTBO METOIOB, MO3BOJISIONIUX
MPOBOJIUTh HCCIICIOBAHUS HA YPOBHE €IWHWYHBIX KJIETOK: MHKPOQIIIONINKA,
CCKBCHHPOBAHWE CIMHUYHBIX  KIETOK, paMaHOBCKAas  CIIEKTPOCKOMHS, Macc-
CIICKTPOMETPHS BTOPUYHBIX HOHOB B HaHO-macmTabe (NanoSIMS) u mHOTHE npyrue.
DT MeToabl ObUTM YCHEIIHO MPUMEHEHBI B Pa3IUYHBIX O00JACTSIX 3KOJIOTUYCCKOU
MukpoOuosoruu u 3xodusnonoruu (Brenm-Stecher, Johnson, 2004; Popa et al., 2007; Li
et al., 2008; Musat et al., 2008, 2012; Labonté et al., 2015; Martins and Locke, 2015).
NanoSIMS nipencrapnseT coboit oauH U3 Hanboee 3HPEKTUBHBIX TTOAXOI0B JIJIs
WCCJICIOBAHUM (PU3UOIOTHU TUTAHUS OTACIBHBIX KJIETOK, MOCKOJIBKY OH ITO3BOJISET
OIIPECIIATh X U30TOIHBIA COCTaB ¢ BhICOKOM TouHOCThIO (Nufez et al., 2018). Tem He
MEHee, Ha CEeTrOJHSAIIHUN JCeHb JaHHBIA METOJ ObUI NPUMEHEH ISl U3YYCHUS
AKO(U3UOIOTHHA DYKAPHOTHBIX MHKPOOPTAHW3MOB JIMIIb B HECKOJBKHX paboTax. B
OOJBIIMHCTBE CIy4yaeB d3TH palOOThl HAMpaBIECHbI HA HW3YYECHUE CHUMOMOTHYECKHUX
OTHOIIICHUH, B KOTOPHIX (DOTOCHHTETHYECKHE MTPOTHUCTHI UTPAIOT POIh CHMOMOHTOB HIIH
xo3sieB (Foster et al., 2011; Pernice et al., 2012, 2015; Kopp et al., 2013; Zehr, 2015).
Tak, uccienoBanus a30TGUKCHpYONUX IMaHobakTepuii poaa Richelia, wacto sxuBymmx
B ACCOITMAITUH C TMATOMOBBIMH BOJIOPOCIISIMH, TIOKA3aJIH, 9TO CKOPOCTh (hUKCAITUH a30Ta
y cuMOuOHTOB B 171420 pa3 BbIlIIe, 4eM Yy CBOOOTHOKHUBYIIUX MPEICTABUTENEH ITHX
oaktepuii (Foster et al., 2011). TTogoOHbIC CMMOHMOTHYECKHE OTHOIICHHUS H3ydYallUCh
TaK)Ke Ha MPUMEpPE aCCOLMAIINN HEKYIbTUBHpyeMoi ninanobakTepuu u3 rpymnmnsl UCY N-
A ¢ knerkamu npumHe3nopuToBbIX Bomopociei. C momompio Metoma NanoSIMS
uccienoBaTenu mokazanu, uro Oakrepuu u3 rpymmnsl UCYN-A, xapakTepusyronmecs
yTpaToll MHOTHX TE€HOB YTIJIEPOJHOTO MeTa0oJiM3Ma, IMOJydaroT yriepox B (opme
OpraHUYeCKHUX COCTUHEHUH OT CBOMX dyKapruoThdeckux xo3ses (Thompson et al., 2012).
M3yyeHne OTHONICHWH KOPAZIOB M WX BHYTPUKJICTOYHBIX CHUMOMOHTOB —
dorocunTe3upyromux auHoduareuaT Symbiodinium — nmokasano, yTo 00a y4acTHHKA
TOr0 CcUMOMO3a CIOCOOHBI ACCUMUJIMPOBATH HOHBI AMMOHHMS, OJHAKO KIIETKH
TUHO(DIIAre/uIsaT JIeNaloT 3TO ¢ 0ojiee BBICOKOM CKOPOCTBIO, YeM KIIETKH UX XO35EB,

oOecrieunBasi OBICTPBIN OTBET Ha TOSBJIICHHE JTOTO MHUTATEILHOTO CyOcTpaTa B cpeje
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(Pernice et al., 2012). [lanbHeiimne UCCIEIOBAHUS ATOH CHMOHMOTHYECKON CHUCTEMBI
BBISIBIUJIM CYIIECTBOBAHUE JBYX pa3iuuyHbBIX Kian Symbiodinium, oriamyarommxcs
3G (HEKTUBHOCTHIO ACCUMUJISIIMN HEOPTAHWMUYECKOTO YTiepoJa W MOHOB aMMOHUS IS
cBoux xo3seB (Pernice et al., 2014). HexaBao meton NanoSIMS Obut npuMeHeH U IIpH
U3y4eHUH MUKCOTpOo(HU 30II0THCTHIX Bogopocierr poma Ochromonas. C momoribto
aHaJu3a WHIWBUAYAJbHBIX KJIETOK OBUIO Moka3zaHo, uTo 84-99% yriepoaa u 88—95%
a30Ta 3TH MUKPOOPTaHU3MBI ITOJIYYalOT B pe3ysibTare (aroluTUPOBAaHUs OaKTEPHiA, B TO
BpeMs KaK aCCUMUJISAIUS HEOPTaHUIECKUX CYOCTPATOB BHOCHT JIMIIIb HE3HAYUTEIBLHBIN
BKJIaJl B WX MNHUTaHWE W HEAOCTAaTOYHA I TMOJJCp>KaHUi pOcTa B OTCYTCTBHE

rereporpodum (Terrado et al., 2017).

1.4.2 VccnenoBaHusi TeTEPOTCHHOCTH KJICTOYHBIX TOMYJISITUI

OTHOCHUTEIPHO HOBBIM UM MHOTOOOCIIAIOIIUM HalpaBJICHUEM HCCIIEIOBaHUN Ha
YpOBHE HMHAWBHIYaTbHBIX KIETOK SBISIETCA W3YYCHHE T'€TEPOTEHHOCTH KIETOYHBIX
NOMyJISIUA, B TOM 4YHWCiIe monmyssinuid mukpoopranusmon (Kreft et al., 2013).
HccnenoBanus, MpoBeeHHbIC HA OAKTEPUAX M KIETOYHBIX JIMHUSX MIICKOTHUTAIOIIHX,
MOKa3ajl, 4TO BapHaOeNTbHOCTh (DEHOTHIMMYECKUX NPU3HAKOB CPEIU KIETOK OJIHOM
HOMYJISILIMM — 3TO YHUBEPCAJIBHOE SIBJICHHE, KOTOPOE MOYKET HUMETh CYIECTBEHHOE
3HAUEHHUE MPU UHTEPIPETALNU TPYIIOBBIX HabmoneHuii u uamepenuit (Altschuler, Wu,
2010). Kpome Toro, Takas BapuaOEIBHOCTh SIBJISICTCS OJHUM M3 KJIFOUEBBIX CBOWCTB
YKUBBIX OPTraHU3MOB, JISKAIINX B OCHOBE UX a/IANTAIIMK K MEHSIONTUMCS YCIOBHUSIM CpPEbl
(Forsman, Wennersten, 2016).

['eTeporeHHOCTh TOMYNALUNA OMPEACNAeTCS KaK TEeHETHYeCKHMMH Pa3IuuusIMU
MEXIy OTACIbHBIMU OpraHu3MamMu (KJIE€TKaMH OJHOW TMOMyJsAlHuH), TaK U
(EeHOTUIMMYECKOHN TIACTUYHOCTHhI0. Mopdosiornueckue u Qpu3HOJOTHUYECKUE Pa3Tudus
MEXIy  KJIETKaMd  OJHOW  TIOMyJsIuu,  OOYCJIOBIICHHBIE  (DEHOTHUITMYECKOMN
MJIACTUYHOCTBIO, MOTYT BO3HHMKATh Ojiaromapsi BHEIIHUM (DakTopaM, Hampumep,
HEPaBHOMEPHBIM YCIIOBHUSM OKPYKAIOIIEH CpPEebl, WM BHYTPEHHUM (pakTopam, TaKUM

KaK CTOXaCTHYCCKHUC IIPOLCCCBI BO BPCMA OSKCIIPECCHMHU I'CHOB, BO3pAaCT OTACIBHBIX
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KJIETOK, a TaKke ctaaus kierounoro nukiaa (Ackermann, 2015; Wennersten, Forsman,
2012).

DeHOMEH TeTEepPOreHHOCTH TMOMyJsAnuid 0oJiee TOJIHO H3YYeH Ha TPUMEpE
oaxtepuii (Booth, 2002; Elowitz et al., 2002; Kussel, Lebler, 2005; Acar et al., 2008;
Lidstrom, Konopka, 2010; Martins, Locke, 2015), torma kak o TeTepOreHHOCTH
MPUPOJTHBIX MOMYJISAIUN MPOTUCTOB W3BECTHO Tropas/io MeHbIIe. bobas yacts pador,
MOCBSIIIEHHBIX 3TOMY BOIIPOCY, CBS3aHa C BBISBICHUEM BapuaOEIbHOCTU COICPKAHWSI
OMOTCHHBIX 3JICMCHTOB, NMWTMCHTOB M 3allaCHBIX IHTATEIBHBIX BEIIECTB B KIIETKAX
MUKPOCKOIIMYECKUX  Bojopociiell. Tak, MMOCpPEeICTBOM  PEHTTeHOCICKTPAIbLHOTO
MHUKpoaHalin3a ObUI0 0OHAPYKEHO, YTOo KieTku auHoduiareuist Dinophysis norvegica,
pacTymme B OJMHAKOBBIX YCJOBHSIX, COJEPKald PAa3IUYHOE KOJIMYECTBO YIJIEPOJa,
dochopa u azora (Gisselson et al., 2001). Boponosa ¢ coaBropamu (BopoHoBa u jp.,
2009) wuccnenoBany BapuaOETBHOCTh MAPAMETPOB €CTECTBEHHOW (DIyOpPECICHIIUU Y
nuaromeit Thalassiosira weissflogii u moka3zanu, 4To reTeporeHHOCTh MX TOMYJISAIHIA 11O
TUM IMapaMeTpaM BO3pacTaeT B YCIOBHSIX JePHUIIMTAa WCTOYHHKOB a30Ta. B apyrom
uccienoBannu bydum ¢ coaBropamm (Bucci et al., 2012) He TOJBKO OOHApYKUIH
BapuabebHOCTh B cojiepkaHuu (ochopa B pa3aUUHBIX KIETKaX OJHOW MOIYJISIITUN
nuatomeri Cyclotella meneghiniana, Ho u 00bsicHIIN ee mpuyrHBL. OHU JTIOKa3aJd, YTO
oOHapy>KeHHasi TE€TEPOT€HHOCTh Oblja CBS3aHa, IJIABHBIM 00pa3oM, ¢ MO3aUYHOCTHIO
coJiep kKaHusi OMOTEHHBIX AJIEMEHTOB B OKpY’Kawoliew cpene. B Toit ke pabore ObuIO
IPOAEMOHCTPUPOBAHO, YTO TPAAMIMOHHOE MOJCIHMPOBAHHE CKOPOCTH  pOCTa
TIOITYJISIIIAA, OCHOBAaHHOE Ha YCPETHCHHOM 3HAYCHUHU cojaepkanus ¢docdopa, maBajo
0osiee BBICOKHE CKOPOCTH POCTa, YeM MOJECIUPOBAHHME, B OCHOBE KOTOPOTO JIeXKAIU
WHIUBUIyaJIbHBIC TTOKa3aTeHM I OTACIBHBIX KJIETOK. Takum oOpa3oMm, AaHHBIC O
BHYTPHUTIONMYJISIIAOHHON T€TEPOTeHHOCTH, BEPOSTHO, MMCIOT OOJIBIIIOE 3HAYCHHE MJIS
MOHMMaHHUs JUHAMUKH cooOmiecTB Mukpoopranm3moB (Kreft et al., 2013). Henasuo
MALDI (matrix-assisted laser desorption/ionization) wmacc-ciekrpoMeTpusi Oblia
NPUMEHEHA I aHaIM3a cojaepkaHus 26 pasIuYHbIX JIUIHIOB M ITMTMEHTOB B
OTICNBHBIX KJIETKaX MHMKPOCKOIMYECKHX 3eJeHbIX Bojopociecii Chlamydomonas

reinhardtii B mnpormecce amantaiMd K YCJIOBHUSAM JIMMHUTHPOBAHUSA IO a30Ty.
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OKCIEPUMEHThl C TEHETUYECKH HEOJAHOPOJHBIMH U KIOHAJIBHBIMH KYJIBTypaMH
Ch. reinhardtii mokazanm, 4ro oOHapyxeHHas BapuaOEIBLHOCTH B COJCPKAHHUU
NUTMEHTOB W JIMITUJIOB OIpEAeIsiach HE TOJBKO TCHETHUSCKOW TIeTepOreHHOCTHIO
(Krismer et al., 2016).  Hcmonb30BaHHE MacC-CIIEKTPOMETPHUH BTOPHUYHBIX HOHOB B
HaHOMACIITa0e MOKET JaTh ICHHYI0 HH(OPMAIMI0O O TeTEPOreHHOCTH IMOIMYJISIIHIA
YKapUOTHYECKUX MHUKPOOPTaHU3MOB B OTHOIICHHUU IPOIECCOB TMOTJIOMICHUS |
ACCUMMWJISIIMM THMTATEBHBIX CYOCTPaTOB, OJHAKO 0 CHUX IMOpP ATOT METOJA He ObLI

IIPUMCHCH B HOI[O6HBIX HCCICAOBAHUAX.



37

I'JTABA 2. MATEPUAJIBI U METO/IbI

2.1 KyabTypa KJeToK

B pabote uCMONB30BAIM HEAKCCHUYHYH) MOHOKYJIBTYPY JHHO(IATEIUIST
Prorocentrum minimum CCAP1136/16 wu3 KoUIEKIIMH KYJAbTYpP BOAOpOCIEH u
npocteimux [oTmanackoro mopckoro uacturyTa (The Culture Collection of Algae and

Protozoa, Illornanmus, BenukoOpuranus).

2.2 YcaoBus KyJbTUBHPOBAHMS AUHOpIareiaT P. minimum

JluHOIareuIAThl  KyJIbTHBHPOBaIMCh B OeccumukatHoit cpene /2 (Guillard,
Ryther, 1962) ¢ pH 8.2 u coneHocThIo 25%0, IPUTOTOBJICHHON Ha OCHOBE UCKYCCTBEHHOM
MOPCKOM BOIbI C COJIEHOCTRIO 35%0 (Ha 1 1 uckyccTBeHHOM Mopckoii Bojbl: 23.93 r NaCl,
0.68 r KCI, 3.39 r MgSQy, 0.196 r NaHCO; 0.098 r KBr, 0.026 r HsBOs3, 0.003 r NaF,
10.8 r MgCl, x 6H,0, 1.12r CaCl,, 0.017 r SrSO,) (Kester et al., 1967).
KyneruBupoBanue npoBoguiau npu temmeparype 22—-23 °C u ocemenHocta 100

MKMOIIb (JOTOHOB X M2 X ¢! B pexkume 12 4 cBeT : 12 4 TeMHOTA.

2.3 U3MepeHne KOHIIEHTPAIIMHM HCTOYHUKOB a30Ta M yrjepoaa

Konnenrpanuio moueBudbl ¥ noHOB HHUTpata (NO3) m ammonus (NHsY) B
KyJIbTYpaldbHOM  cpele  M3MEpsSIM  METOJOM  KOJOPUMETPHUM C  MOMOILBIO
cnektpodoromerpa CD-2000 (OKb Cnektp, Poccus). Bo Bcex ciaydasx TOTOBUIIU
CTaHJApPThl B JMAaNa30HE KOHLEHTPAILWI, COOTBETCTBYIOLIEM KaXXJIOMY METONYy, U
CTPOMJIN KaTUOPOBOUYHYIO KPUBYIO.

N3Mepenre KOHLIEHTpauy MOYEBUHBI MPOBOAUIIOCH MO [ OlieHCy ¢ coaBTOpamMu
(Goeyens et al., 1998). [lias pa3BuThs OKpaIIMBaHHS IIOCIIE I00ABIICHUS pPEAreHTOB
npoObl UHKYOMPOBAJIM B TEMHOTE NPH KOMHATHOUW Temmneparype 12—18 4 u uzmepsiu

abcopO1uio cBeTa mpu JAJuHE BOJHBI 520 HM.



38

N3mepeHne KOHIIEHTpAllMu KOHOB HUTpaTa MpoBoAWIOCh 1o JlosiiHy u XopBaty
(Doane, Horwath, 2003). s pa3BuTHs OKpallMBaHHs IOCIE TOOABICHUS PEarcHTOB
npoObl MHKYOUpPOBadM B TEMHOTE MpHU KOMHATHOW Temreparype 12-18 4 u usmepsnu
abcopOnuro cBeta mpu juyimHe BoJHBI 540 HM. s Gosiee OBICTPOTO OIpeciIcHUs
KOHIICHTPAIIUHU Pa3BUTHE OKPAIIMBAHMS YCKOPSUIA HarpeBaHUEM: TPOOBI MHKYOHpPOBAIIU
Ha BoJiiHOM Oane mpu Temneparype 85 °C B TeueHue 10 MUH U HEMENJIEHHO OCTYXKaJH
JI0 KOMHaTHOU TeMITepaTyphl.

H3MepeHne KOHIIEHTPaui HOHOB aMMOHUsI IpoBo1rIock 1o Kopoiery (Koroleff,
1969; Hansen, Koroleff, 1999). /Ins pa3BuTHsS OKpalIMBaHUSA ITOCIIE 100aBICHHUS
peareHToB MpoObl MHKYOMPOBAJIM B TEMHOTE MPU KOMHATHOM TemmepaTtype 12—18 u u
U3MepsITA a0COPOIUIO CBETA MPU JAJIMHE BOJIHBI 540 HM.

OmnpenencHue KOHICHTpaluu HOHOB OukapbObonata (HCOs) mnpoBogwmu c
noMombto  TUTpoBaHuss 0.5M  CONSHOM KHCJIOTOW B NPUCYTCTBUU KpPACHUTENA

Metuiopanxka (Mypasbes, 2004).

2.4 Tloacuer KJeTOK AUHOQJIATEJUISAT

Knerku aunodnaremwiar cuutanu B kamepe Dykca-Po3eHTans uiam ¢ mMoMONIbIO
nporounoro nuromerpa FACSCalibur™ (Becton, Dickinson, and Company, CIIIA) mpu
CKOpPOCTH TpoToKa 30 MKJI MHUHY, ¢ MCHOJNB30BaHHMEM Jazepa 488 HM U eCcTeCTBEHHOMN
(bIyopecieHIIMM MUTMEHTOB IWHO(JIAre/UIIT W pa3Mepa HMX KIETOK B KadecTBE
napameTpoB COPTHUPOBKH. [IpenBaputensHo KIeTKU PUKCUPOBAIH pacTBOpoM JIroros
(mogcuer B kamepe Dykca-Pozenrtans) wim cmecbto 1% Qopmanpaeruna u 1%

riyTapainpaeruaa (mojacuer MeTo10M MPOTOYHOU IUTOMETPUH).

2.5 IIpoTOKOJIBI IKCIIEPUMEHTOB

[lepen HadanoMm SKCHepuMEHTOB cpeny f/2 ¢ yMeHbIICHHBIM COJEpKAHUEM

MCTOUHUKOB a30ota u ¢ocdopa (400 mxmonp n' murpara Harpus u 100 mMrmons it

MoHo(docdara kanus) 3aceBau KyJabTypoit P. minimum, mocie yero KyabTypa pocia B
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teueHue 7—10 mHel A0 JOCTHXKEHUS SKCHNOHEHIMaNbHOW (pa3pl pocTa, MIOTHOCTH HE
menee 40 ThIC. KII M ¥ KOHIIEHTpALMU HUTPAT-HOHOB B cpee 0koyo 200 MKMOJb 1.
Jlist IpoBeieHHs AKCIIEPUMEHTOB HE MPUOETalid K MOJTHOW 3aMeHE CPebl, MTOCKOIbKY
HEeHTpUYTUPOBAHUE U BaKyyMHasi PUIIbTpallvs, HEOOXOAUMbIE JJIsI KOHIIEHTPUPOBAHUS
KJIETOK, SIBIISIOTCS (paKTOpamH, BBI3BIBAIONIUMHU OKIW3UC Y JAWHODIArEIAT W,
CJIeIOBATEIbHO, CYIIECTBEHHO BIIMSIOT Ha aKTUBHOCTHh kieTok (bepmuera, Ckapinaro,
Marannesa u ap., 2016; Pozdnyakov, Matantseva et al., 2014). Bmecto 3Toro, B acHb
MIPOBEICHHUSI KCIIEPUMEHTOB OIPEICIISITN TOYHYIO KOHIIEHTPAIIMIO HUTpaTa B KyJIbTypaXx,
JUTSI TOTO YTOOBI I00ABUTH PaBHOE KOJMYECTBO OPTaHUUYECKOTro a30Ta. B skcnepumenTax
UCIIOJIb30BAIM  IMOBEPXHOCTHYIO (pakIuio KyJIbTypbl P.minimum, coaepkamryro
aKTUBHO TIJIABAIOIINC KIICTKH.

Jlo Havana ombITa Opajiyd MpPoObI KIETOK IS OMPENEICHUS WX €CTECTBEHHOIO
W30TOMHOTO COCTaBa (€CTECTBEHHOTO COJEPKAHUS TSDKEIBIX HW30TOMOB a30Ta |
yraepojia) u mpoObl cpefbl il U3MEpPEHUs KOHIEHTPAIlMU HUTpaT- U OukapOOHAT-
aHUOHOB, a TaK)K€ MOHOB aMMOHUS I TOTO, YTOOBI YOEIUTHCS, UYTO HUTPAT-HOHBI
SBJIIOTCS €IMHCTBEHHBIM HCTOYHHKOM a3oTa B cpeae (IIpunoxenue, tabmuusl 1, 2).
3aTeM MOBEPXHOCTHYIO (PPAKIUIO KYJIbTYpbl Pa3feisuld Ha HECKOJIbKO YacTeH, Wiu
OKCIIEPUMEHTAJILHBIX Tapajuiesicd, W J00aBIsJIM B HHUX HEMEUCHBIE OpPTaHUYCCKHE
cyoctparel (IpyU HEOOXOJAMMOCTH), a TakXe CyOCTpaThl, MEUYCHBIE CTaOWUJIBLHBIMU
M30TONIAMHU a30Ta W yriiepojaa. B ciydae sKCIEeprUMEHTOB, MOCBSIIEHHBIX H3YYCHHIO
KOHKYPEHTHOTO TIOTJIOIICHUS HUTPAT-MOHOB M OPTaHWYCCKUX BEIIECTB, MOYCBUHY U
TJIMIAH J00aBIISUTA B KOHIIEHTPAIUMH TI0 a30TY, MPUOIU3UTEITHLHO PaBHOW KOHIICHTPAIIUU
HUTpaT-uoHOB B cpene (160-200 mxmons N 1t) (Ipunosxkenue, Tabnuuel 1, 2). B cinydae
OKCIIEPUMEHTOB, TIOCBSIICHHBIX HW3YYCHHIO TIOTJIOMICHUS YTJIEpOJa OPTraHWYCCKUX
cy0CTpaToB, MOYEBUHY M TIIMLUH JOOABISIN B KOHIEHTpauu 1o azoty 200 MkMos 1t
KoMOuHaum cyOCTpaToB W HM30TOIHBIX METOK, HCIIOIB30BABIIMECS B Pa3IUIHBIX
AKCIIEPUMEHTAILHBIX TMapajlIiesaX B KKIOW M3 CEepUil IKCIIEPUMEHTOB MPUBEICHBI B
Tabnme 1.

DKCIEepUMEHTBI TIPOBOJWIM B Hadaje/CepelMHEe CBETOBOTO Tepuoja. Kierkw

nuHOGIAreIUIsIT THKYOUPOBAIN C M30TOMHBIMA METKaMHU, TOCTIE Yero cOOMpain UX Ha
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CTEKJIOBOJIOKOHHBIX uibrpax GF/C ¢  pmamerpom mop 1.2 mxm (Whatman,
BenukoOpuTanus) ¥ BeICYIIMBaIM B TedeHue 12—-24 4 mpum temmepatype 50 °C s
NOCJIEAYIONIEr0 aHaliu3a H30TONHOro cocraBa. C UENbI0 HCKIIOYEHHS BIHMSHUS
COITYTCTBYIOLIUX OAKTEpHl Ha pe3yIbTaThl SKCIEPUMEHTOB KJIETKH OaKTepHil coOupaiu
Ha ¢wistpax GF/F ¢ mumamerpom mop 0.7 mxm (Whatman, BemmukoOpurtanus).
OuIbTpaThl COXPAHSIU JJIsl ONpPEACNICHUS KOHIEHTpAIMi MUTATEeNbHBIX CyOCTpaToB.
Bpems wuHKyOanuu KIETOK C HW30TONMHBIMM METKaMU COCTABJSUIO 2 4 B Ciy4ae
IKCIEepUMEHTOB «KOHKypeHTHOE TMOTJIOIIEHHEe HUTPAT-HOHOB M MOYEBHMHBD) U
«KoHKypeHTHOE TOTJIOIIEHHe HUTPAT-UOHOB M TJMIMHA». B Xome 3KCrepuMeHTOB
«Ilornoumienne azora m yriepoaa MouyeBUHb» U «llornomenue azora u yriaepoaa
TIIMIMHA» TpoOBl OTOMpaiNCh TMOCIeaoBaTenbHO 3—4 pas3a, BpeMs HHKYyOaruu

coctaBisiio 0.3—6 4. Bece axcniepuMeHThI ObLIN BBHITIOJIHEHBI B 3—6 MOBTOPHOCTSIX.

Ta6J'II/II_Ia 1. Cxemsl OKCIICPUMCHTOB, HAIIPABJICHHBIX Ha4 HM3Y4YCHHC IIOIJIOIICHUA

NUTATENbHBIX CyOCTpaTOB IUHO(DIATeIIATAMU.

®N-meTka B3C-meTKa
HUcTounuku .
OKCIEpUMEHT. (koHEeuHast (koHEeuHast N3mepsiemblii
a3oTa B
napasuienb KOHIICHTPAIUS | KOHIIEHTPAIHSI napamerp
cpene
°N B %) 3C B %)
IxcnepuMeHT «KKOHKypeHTHOe MOT/I01eHHe HUTPAT-HOHOB H MOY€BUHBD»
. 15 CkopocTb
1>N-muTpar MOTJIOIIECHUS
(«TOJBKO Hurpar OuKapoHTaT
(10%) HUTPAT-UOHOB U
HUTPAT») (2%)
OukapOoHaTa
15 CkopocThb
2 Hutpar + >N-nurpar TIOTJIOLIEHHS
OMKapoHTAaT
(«HUTpATY) MOYEBHHA (10%) (2%) HUTPAT-MOHOB U
0

OukapboHarta
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13 CkopocThb
3 Hutpar + | N-moueBuna TIOTJIOIECHUS a30Ta
OMKapoHTaT
(«MoueBMHA») | MOYEBHUHA (10%) (2%) MOYEBUHBI U
0
OukapOoHara
IkcnepuMeHT « KOHKYypeHTHOe MorJIoleHe HUTPAT-HOHOB U TJIHIINHAY
1 13 CkopocTb
1>N-muTpar IOTJIOIICHUS
(«TOIBKO Hurpar OMKapoHTaT
(10%) HUTPAT-UOHOB U
HUTPAT) (2%)
OukapOoHaTa
13 CxopocTb
2 Hurpar + PN-gurpar TIOTJIOIEHUSI
OMKapoHTAaT
(«HUTpaT) TJTAIAH (10%) (2%) HUTPAT-HOHOB U
0
OukapOoHaTa
CxopocTb
3 Hutpar + BN-roumun BC-rnuiun | nornomenus azora
(«TITHLAHY ) TITALAH (10%) (2%) TIIAIKHA |
OukapOoHara
OkcnepuMenT «Ilorsionenue a3ora u yriepoaa Mo4eBHHbD»
CkopocThb
. Hutpar + | N-mouesnna | ¥C-moueBnHa | mornomeHus azora
MOYEBHHA (10%) (98%) U yriiepoja
MOYCBUHBI
13 CkopocThb
Hurpar + | ®N-moueBuna TIOTJIOIIEHHS a30Ta
2 OUKapOHTAT
MOYCBHHA (10%) MOYCBHUHBI U
(2%)
OukapboHarta
OxcnepumenT «IlorioneHue a30Ta U yrjiepoaa riidHHa»
CkopocThb
. HuTtpar + BN-roumun BCi-rmmun | mornomenus azora
TITAAH (10%) (98%) u yriepoaa-Cy

TJIMIMHA
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CkopocThb
, Hutpar + BN-rmumua B3C,-raumuH | MOTJIOmIECHUS a30Ta
TIIALAH (10%) (98%) u yriepona-Co
WI13000205F:)
13 CkopocTb
Hutpar + BN-rmunua MOTJIOIIEHUS a30Ta
3 OMKapoHTaT
Q050807051 (10%) [JIAIMHA U
(2%)
OoukapOoHaTta

2.6 Macc-cneKTpoMeTpusi H30TONMHBIX OTHOLLIEHUH

Jliig onpenienenys U30TOMHOIO cocTaBa OMoMacchl Ha YPOBHE MOMYJIALUNA KIETKU
TuHO(DIIAare/uIsaT coOMpaliv Ha MIPEABAPUTEILHO MPOKAJTICHHBIX MpU Temnepatype 450 °C
CTCKJIOBOJIOKOHHBIX ~ pmibTpax GF/C ¢  pmamerpom mop 1.2 mxm  (Whatman,
BenukoOputanus). @UIbTPHI ¢ KJIETKaMH, OJHOCTHIO BBICYIIICHHBIC TIPU TEMIIEpaType
50-60 °C, 3aBopauymBaiii B OJIOBAHHYIO (OJIBIY W CIPECCOBBIBATH IO Pa3MEpOB,
HEO0OXOMMBIX JUTsl T0/1auu B Mpo000TOOpHUK. M3MepeHust KoJm4yecTBa yriiepo/ia u a30Ta
B Oumomacce, a TakKe €€ H30TOIHOIrO COCTaBa MPOBOJWIM C TOMOIIbIO Macc-
cuektpometpa Delta V' (Thermo Scientific, CIIIA), coeIuHEHHOrO0 C 3JIEMEHTHBIM
aHann3atopoM. B kauecTBe pedepeHCHBIX I'a30B AJs yIiiepoja U a30Ta UCHOIb30BAIU
yIBTPAUUCTBIC YTTIEKUCIBINA Ta3 M MOJICKYJSIPHBIA a30T, OTKaTUOPOBAHHBIE C TIOMOIIILIO
kommepueckux crtanaapToB IAEA N1, N2, N3, C3, C6 u NBS22 (International Atomic
Energy Agency, Asctpusi). B kxauecTBe BHYTpEeHHUX JIaOOpAaTOPHBIX CTAHIAPTOB IS
C)KEHEBHOM KalMOpoBKU wucmoyib3oBanmu aneranmwmug u renton (Millipore, CIIA).

TounocTh n3Mepenuii coctanisiia <0.2 %o.
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2.7 Macc-crieKTpoMeTpHsi BTOPHYHBIX HOHOB B HaHoMacmTaoe (NanoSIMS)

Jlns ompeaencHus HW30TOIMHOTO COCTaBa OTACIBHBIX KIETOK JAHHO(IATEIUIAT
UCIIOJIb30BAJIM  METOJ] MAacC-CIIEKTPOMETPHH BTOPHYHBIX HMOHOB B HaHOMAcHITade
(nanoscale secondary ion mass spectrometry, NanoSIMS). Knetkun auHOdIaremst
coOupay Ha NoJaMKapOOHATHBIX ubTpax ¢ quamerpom mop 0.2 mxm (Millipore, CIIA).
®uibTpbl ¢ KICTKAMH IOJIHOCTHIO BBICYIIMBAIA TPH KOMHATHOW TeMIepatype u
MOKPBIBAJIM CJIOEM 30J10Ta TomuHOM 30 HM ¢ moMortkio mpubopa 108auto Sputter Coater
(Cressington, BenukoOpuTanus) 1jisi 00ecrieueHUs IKTPONPOBOAHOCTH MOBEPXHOCTH
oOpa3ioB. AHanu3 mnpoBoawin ¢ Tomoribio mpuoopa NanoSIMS 50L (Cameca,
®pannus). st aToro ciaywaiiHeIM 0oOpa3oM BeiOMpann 1520 KIIETOK M3 KaXKao0ro
00pasiia ¥ OIEHUBAIIN MX IEJIOCTHOCTh C MOMOIIBIO IETEKTOPA BTOPUYHBIX 3JICKTPOHOB.
Bo BpeMst u3MepeHuii IprOop ObLT HACTPOEH Ha NpHeM clemyomux Mace: 2C u ¥3C s
OIIpesielieHHs] U30TONHOro cocTaB no yraepoay; 2CYN™ u 2CBN- mns onpenenenus
U30TOIHOI'O COCTaBa Mo a30Ty. s yaaaeHHs 30JI0Ta C MOBEPXHOCTH M JTOCTHIKCHHUS
CTaOMIIbHBIX YCIOBHMH (OPMHPOBAHHMS BTOPHYHBIX HOHOB HCIOJIB30BAIN IOTOK
nepBUYHbIX HOHOB 1e3us (Cs*) ¢ cuioit Toka 600 MA. AHaJIN3Y TOABEPTaIUCh YIaCTKH
mwiomaneo 10 x 10 am mwin 45 X 45 HM B 3aBUCHUMOCTH OT YHCJA KJIETOK HAa JTaHHOM
yuacTke (uiabTpa. [t aHaInM3a HCIoIb30BaIM MOTOK MEepBUUHBIX HOHOB 1ie3us (Cs™) ¢
cuinoii Toka 1 mA. B kaxnom ciywyae ananusupoBain 200 cioeB ToamuHOM | HM.
[TonyuenHbie qaHHBIC 00padaThiBaK B iporpamme Look at NanoSIMS (Polerecky et al.,
2012). Uzoronnsie otHomenus C/2C u N/MN paccumteiBanmuch a1 yd4acTKOB
UHTEpeca, KOTOPBIE OBUIH ONpEICICHBI BPYYHYIO M COOTBETCTBOBAIN KOHTYpPaM KIIECTOK
Ha U300paKEHHAX, TOJYYEHHBIX C MOMOLIBIO CUTHANa OT jaeTekTopa MoHoB “2CY¥N" u

JICTEKTOpa BTOPHUYHBIX 3JIEKTPOHOB (PUCYHOK 6).
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Pucynokx 6. Ormpejenenne ydacTKOB HMHTeEpeca i aHallu3a W30TOMHOTO COCTaBa
metogoM NanoSIMS. Cnesa — curnan ot gerekropa nonos >C¥N-, cnpasa — ygactku

unrepeca (1 u 2 — kierku, 3 — GoH).

HeckonbKo KJETOK, BBIOpaHHBIX CIy4allHbIM 00pa3oM, ObUIH MpOaHaINu3uPOBaHbI
Ha TIyOuHY, 3HaYUTEeNbHO mpeBbimaromyro 200 HM. JlaHHBIA aHAIW3 HE BBISIBUI

pa3IMYMii B U30TOITHOM COCTaBe KJIETOK I10 TJIyOHHE.
2.8 Beruucienus

OGoramenue Mpo6 TsxeabIMK n3oTonamu azoTa °N u yrnepona *C npusomuinocs

K CTaHJIApTHOM JIeTIbTa-HOTALUM 110 (popMynam:

§°N = (————1| x 1000 %o
standard

RS ampt

§'3C = RC”&— 1) x 1000 %o

staandard

rae N and *3C — craGuibHbie TSKENIBIE H30TOIBI 30Ta M YIIIePOa; Roympyie ¥ Rigmpie

— OTHOINEHHS TSKEJBIX H30TonoB K JerkuM (PN/“C u BC/2%C) B obpasue; RN gnaara B
R, 4ndard — OTHOIIEHHS TAXeNbIX M30TonoB K jerkum (°N/4C u ¥*C/*?C) B cTanmapTax

(3a craHmapTel A8 M3MEPEHUMH M30TOMHOIO COCTaBa MO a30Ty W YIIEpoay B
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MEXTyHAPOIHOM CHCTEME PUHATH AaTMOC(HEPHBIN MOJICKYJISIPHBIN a30T U OKAMEHEBIIHIA

oenemuuT u3 Gopmarnmu Pee Dee B FOxnoit Kaponmae (Pee Dee Belemnite, PDB)).
CKOpOCTh BKJIFOUCHHS METKH (CTAOMJIBHBIX TSDKEIBIX H30TOIMOB) M3 MEUYCHBIX

NUTATEIBHBIX CyOCTPAaTOB pacCUMTHIBATACH B COOTBETCTBHHM C YPaBHCHUSIMH,

npeioxeHHpMu Jlaraeinom n Yunnkepconom (Dugdale, Wilkerson, 1986):

IXS

V(t) - (Ienr - (F)) XT

re lys — M30BITOK TSOKENBIX U30TOMOB a30Ta UIM yriepoja B 00pasiie nocie HHKyOanuu
C MEYEHBIMH CyOCTpaTaMu M0 CPaBHEHUIO C UX €CTECTBEHHBIM COJEpKAaHUEM B JaHHOM
oOpaslie, BBIPaXEHHBIN B MPOUEHTAX; lenr - MPOIIEHTHOE COJIEPIKAHKE TAKEIBIX U30TOIOB
a30Ta WM yIiepoJa B MEUEHOM cyOcTpaTte; F — ecTecTBEHHOE NMPOLIEHTHOE COACpKAHHE
TSKEJIBIX M30TOIOB a30Ta UM yriiepoJa B o0pasie; T — BpemMsl HHKyOaluu.
AOGcoIoTHasi CKOPOCTh MOTJIOUIEHUS a30Ta U YIJIEpO1a MUTATEIbHBIX CyOCTPAaTOB

Ha 00beM KYJIbTYPBI (Pyolume) M Ha KIETKY (Pcell) PACCUMTHIBAIACH KaK:

Pvolume = V(t) X PN
Deell = Pvolume/d

riae PN — konmudecTBO a30Ta WM yriepoja B 6uomacce 1 J1 KyabTypbl; d — YUCIIO KIIETOK
nuHO(IAreuIsT B 1 JI KyJIBTYpHI.
[TomaBnenne (S, SUPPression) acCUMWJISIMKM HUATpaTa B  IPHCYTCTBHUH

OpPraHM4YCCKUX UCTOYHHUKOB a30Ta paCCUUTHIBAJIACh KaK:

p(Nitrate)
p (Nitrate) control

S=|(1 X 100%
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rae p(Nitrate) — ckopocTh NOIJIONICHHS HHUTpaTa B MPUCYTCTBUHM OPraHU4YECKOIro
UCTOYHMKA a30Ta (MoueBHHBI Wiau rymnuHa); P(Nitrate)control — CKOPOCTH MOTIIOMICHUS
HUTpAaTa B OTCYTCTBHE MHBIX UCTOYHUKOB a30Ta.

Koadduiment Bapuaruu (CV) npu aHain3e CTCICHH IeTEPOreHHOCTH KICTOYHBIX

MOMYJISIIIANA PACCUUTHIBAJICS TIO (OpMYyJIE:

TAC 0 — CTaHAAaPTHOC OTKIIOHCHUE, a ¢ - CPCAHCC 3HAUCHUC UCCIICAYCMOTI' O ITapaMcTpa.

2.9 buonndgopMaTHYeCKHi aHAIN3

B Hacrosimeit pabote ObUIM HCIHOJIB30BaHBI TPAHCKPUIITOMBI JUHOQIATEIUIAT
P. minimum CCMP1329 u CCMP2233 u3 6a3bl manubix mpoekrta «Marine Microbial
Eukaryote Transcriptome Sequencing Project» (MMETSP;
http://data.imicrobe.us/project/view/104, Combined Assemblies; Keeling et al., 2014),
comep)Kalied  HEaHHOTHPOBAaHHBIE  TPAHCIMPOBAHHBIE  TpaHCKpUNTHL.  [lowmck
AMUHOKHCJIOTHBIX TTOCJIEIOBATEILHOCTEH, TOMOJOTHYHBIX O€lkaM, ydJacTBYIOIIUM B
TpaHCIIOPTE M META00JIM3ME HUTPAT-WOHOB, MOYEBUHBI U TIUIIMHA, OCYIIECTBIISIICS C
nomoribio asroputMa BLASTP (MaTpuiia BecoB aMUHOKUCIIOTHBIX 3aMeH BLOSUMG62)
B nporpamme BioEdit 7.2.5 (Hall, 1999). B kadecTBe mocienoBaTeIbHOCTEH 3ampoca
UCIIOJIb30BAIMCh AMHHOKHUCJIOTHBIE TIOCJIEI0BATEILHOCTH O€IKOB, Yy4YacTBYIOIIUX B
TpaHCIIOPTE W METa0O0JIM3ME HUTPAT-HOHOB, MOYCBUHBI U TJIMIIMHA ¥ TIPHHAIJICKAIIIAX
pa3NUYHBIM BHUJAM OPTaHU3MOB, M3 0a3bl JAHHBIX OEJIKOBBIX MOCIIEIOBATEIHHOCTEH
National Center for Biotechnology Information (http://www.ncbi.nlm.nih.gov/protein/)
(ITpunosxenue, tadauma 3). Jns kaxmoro u3 oOHapyKEHHBIX TOMOJIOTOB HapameTp E-
value ue mpesbiman 1072,

BrlpaBHUBaHME aMHHOKHUCIOTHBIX ITOCJIEIOBATEILHOCTEH OCYIICCTBISUITH  C
nomoineio anropurma ClustalW (Thompson et al., 2002) B nmporpammax BioEdit 7.2.5
(Hall, 1999) u Unipro UGENE (Okonechnikov et al., 2012). IIpencka3anue

TPAaHCMEMOpPAHHBIX JIOMEHOB Yy OEJIKOB-TPAHCIOPTEPOB MPOBOJUIN C IOMOIIIBIO


http://www.ncbi.nlm.nih.gov/protein/
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TMHMM Server v. 2.0 (http://www.cbs.dtu.dk/servicess TMHMMY/) (Krogh et al., 2001).
O1eHKY WJICHTHYHOCTH aMUHOKHUCIIOTHBIX TIOCJIEIOBATEIBHOCTEH OemkoB P. minimum ¢
pedepeHcHbIME TIOCeMoBaTebHOCTAMHE  Arabidopsis thaliana, Homo sapiens wu
Saccharomyces  cerevisiae  mpoBoAwiIM C  [OMOMmIbI0  mporpamMmbl  SIAS
(http://imed.med.ucm.es/Tools/sias.html).  MgeHTHYHOCTH  paccUUTHIBAIACh  Kak
OTHOIIICHWE 4YHCJIa WJCHTHYHBIX AaMHUHOKHCJIOTHBIX OCTaTKOB K JJMHE Hamboiee

KOpOTKOﬁ N3 BBIPOBHCHHBIX HOCHeﬂOBaTGHBHOCTCﬁ " BbIPaXXaJIacChb B IIPOLICHTAX.

2.10 CrarucTruyeckuii aHAJIN3

JIns  CTaTUCTUYECKOTO aHajiu3a MCIOJb30BAIM MPOTPAMMHOE OOecIeueHue
MaxStat 3.06 (MaxStat software, I'epmanus). JlaHHbIe TpeACTaBICHBI Kak CpelaHee +
CTaHJapTHas oOmMOKa CpeaHero, ecid He OroBopeHo uHoe. HopmanbHOCTH
pacrpesielieHuss U paBeHCTBO Jucrepcuii 0osbmmx BeIOOpok (N > 30) omeHWBaIUCH C
noMonipto KputepueB Illanupo-Yunka, Annepcona-lapmuara m baprtnerra. g
CpaBHEHHMS OOJIBIINX BEIOOPOK, OTBEUAIOIINX YCIOBUSIM TPUMEHEHUS TTapaMeTPUUIECKUX
TECTOB, MCIIOJIB30BAJICS OHO(AKTOpHBIA aucnepcroHHb ananu3 (1-way ANOVA) ¢
nocT-rectoM Throku. i1 CpaBHEHUS MaJbIX HE3aBHUCHUMBIX BBIOOPOK MCIOIH30BAIN
Henapametrpuueckue kpurtepun Kpackena-Yomneca ¢ nocineayromum tectoM JlaHHa u
ManHna-Yuthau (s N > 4). B cinydyae cpaBHEHHUS MapHBIX M3MEPEHHH HCIOJIh30BAIH
HenapaMeTPUUCCKU KpUTepHi YWIKOKCOHa (it N > 4) win mapHbeld t-kputepuit
Creromenta (s N = 3), Kak METOJ BBIOOpA I SKCTpEeMabHO Majbix BbiOOpok (De
Winter, 2013). [lnst oueHKH KOPPEJSIHMUA TEPEMEHHBIX MPUMEHSICS KO3(PQPHUIIMESHT
koppemsiiud - Crnimpmana.  CTaTUCTUYECKH 3HAYMMBIMU — CUUTAIMCh pa3Ivuusl U

koppessiiuu ripu P < 0.05.
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I'JTABA 3. PE3VJIBTATHI

3.1 KOHKypeHTHbIﬁ TPAHCIIOPT HUTPAT-UOHOB N OPraHNYEe€CKHUX a30TCOACPIKAIIUX

BelecTs B Kjierku P. minimum

W3BecTHO, 4TO B ECTECTBCHHOH Cpefie 3a4acTyl0 MPHUCYTCTBYET HECKOIBKO
WUCTOYHUKOB a30Ta OJHOBPEMEHHO, OJHAKO KOHKYPEHTHOE IOTJIONMEHUE Pa3INIHBIX
a30TcoepkKalux CyOcTpaToB AMHO(MIAre/UIATaMd 10 CHX MOp H3Yy4eHO ciabo, a
CYIIECTBYIOIME paOOThl MPENOCTABISAIOT JIMIIb OTPHIBOYHBIE CBEJCHUS, MOJyUYCHHBIE,
TJIaBHBIM 00pa3oM, MpU W3YYEHHH COOOIIECTB, B KOTOPBIX JOMUHHUPYIOT OTAEIHHBIC
BUJIBI 3TUX MPOTHCTOB, iN Situ (Fan et al., 2003). HecMoTpst Ha HECOMHEHHYIO IIEHHOCTh
TaKuX padoT, 1151 MIOHUMaHK KOHKYPEHTHOT'O TPAHCIIOPTA PA3IMUHbIX a30TCOIEPIKAIIUX
BEIIECTB B KIETKUM JUHOQIAre/UIIT HEOOXOAUMO TIPOBEJECHUE JIabOPATOPHBIX
HKCIIEPUMEHTOB C MOHOKYJIBTYpaMU Pa3JIUYHBIX BUIOB B CTPOTO KOHTPOJIUPYEMBIX
ycIoBUsIX. B mocnenHue aecsATHIIETHS B pe3ylbTaTe aHTPOMOTEHHOTO 3arps3HEHHUS
KOHIICHTPAIUU a30TCOJIePKAIIUX CyOCTpaTOB B MPUOPEKHBIX IKOCUCTEMAX MOTYT OBITh
OueHb BBICOKH. Kpome TOro, Hepeaku Ciaydah PE3KOro JOKAJIbHOTO TMOBBIIICHUS
COJIEpKaHUsI HEKOTOPBIX COCTUHEHHM MOCe CHIIBHBIX MOXKIEH, cOpoca CTOUYHBIX BOJ U
T.. OcoOEHHO 4YacTO TakuM OO0pa3oM MPOUCXOAUT MPHUBHECEHHE B 3KOCHCTEMBI
MoueBuHBI (Switzer, 2008), KoTOpas MIUPOKO MPUMEHSETCS B CEIHCKOM XO3SHCTBE U
npombinuieHHocTH (Glibert et al., 2006). Tem He meHee, 1abopaTOpHbIE UCCIEAOBAHUS
KOHKYPEHTHOTO TPAHCIIOPTa PA3JIMYHBIX HMCTOYHHKOB a30Ta B Cpejie, HACBIIIEHHON
MUTATeNFHBIMU CyOCTpaTaMu, a TAK)Ke OTBETa TUHOGIATEIUIAT Ha BHE3AIMHOE MOSBIICHUE
HOBOTO HCTOYHHMKA a30Ta, /0 CHUX MOp HE MNPOBOAWIMCH. B Hactosmed pabote
BBIMOJIHEHBI  OKCIIEPUMEHTBI ¢  MOHOKYJIbTYypo# aumHoduareuar  P.  minimum,
MIPU3BAHHBIC OXapPaKTEPU30BaTh KOHKYPEHTHBIM TPAHCTIOPT HUTPAT-HOHOB M KAXK/IOTO M3
HanOoJIee pacrpoCTPaHEHHBIX B TPUOPEKBE OPraHUIECKUX CYOCTPATOB — MOUEBUHBI UJTU
TJIMIIMHA — TIPU WX BHE3AIHOM TPUBHECCHHHM B KYJIbTYPAIbHYIO CPEIy B BBICOKOU

KOHIICHTPAIUH.
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3.1.1 KoHKYpeHTHOE MOTJIONICHHE HUTPAT-HOHOB U MOYEBHUHBI

[Tocne moGamieHUs: MOYEBHHBI K KyJibType P.minimum, pacrtymieit Ha HHATpat-
MOHaX B Ka4eCTBE €IUHCTBEHHOI'O MCTOYHHMKA a30Ta, TPAHCIIOPT MOYEBUHBI B KJICTKH
nuHOdIIareIuIsIT OCYIeCTBISIICS yxke B iepBbie 2 u (Matantseva et al., 2014, 2016). [Tpu
3TOM TMIOTJIOIIEHUE MOYEBHHBI OaKTEpUsSMHU, MPHUCYTCTBYIOIIMMH B KYyJIbType, HE
npeBblmanio 1% OT TOTJIOMICHUSI MOYEBUHBI JTUHOQIIATSIIIATAMH, TOTOMY MBI
npeHedperaeM aKTUBHOCTBIO COMYTCTBYIOIINX OaKTEPU.

CKOpOCTh TMOTJIONICHHWST a30Ta MOYEBHMHBI B 2 pa3a MpeBbIIIaNia CKOPOCTb
MIOTJIONICHUS a30Ta HUTPAT-HOHOB (OTHOCTOPOHHHM KpUTepuid Y mikokcoHa, p = 0.0156,
N = 6), HecMOTpPs HA TO YTO 00a cyOcTpara MPUCYTCTBOBAJIM B CPEJIe B PABHBIX 110 a30Ty
KOHIIeHTpanusix (pUCYHOK 7, a). [Ipu 3TOM cpepHMEe MOJSIPHBIE CKOPOCTH TOTJIONMICHUS
HUTPAT-UOHOB U MOUYEBUHBI HE PA3TMYAIACH (OJHOCTOPOHHUM KpUTEPUM Y MIIKOKCOHA, [
= 0.4375, n = 6) u cocrapusm 15.1 £3.4 u 17.5 £ 2.2 pmons k1t ul, coorBercTBenHO
(pucynox 7, 0). Bkmaxm azota MOYeBMHBI B OOLIMH MOIJIOMICHHBIA KIETKAMH a30T
cocTaByIsuT MpuOIM3nuTebHO 70% (pUCYHOK 7, B).

[IpumeyaTenbHO, UTO B PA3IMYHBIX IKCIIEPUMEHTATBHBIX TOBTOPHOCTSIX CKOPOCTh
TIOTJIONICHMS THUTATCIbHBIX CYOCTpaToB 3aMeTHO oTiaudaiach (Matanmesa, 2014).
BepositHee Bcero, 310 ObUIO CBSI3aHO C (PU3MOJIOTMYECKUM COCTOSIHUEM KYJIbTYpPhl B
MOMEHT HWHHIIMMPOBAHUS DKCIEPUMEHTOB. HecMoTpsi Ha TO YTO BO BCEX CIyyasx
MCTIOJIb30BAJIMCH KYJIBTYPHI B 9KCTIOHEHITHAIBHOM (haze pocTa, Aaske HeOOobIas pa3Hula
B (paze pocra (Hanmpumep, cepeHa SKCIIOHCHIIMAIBHOMN (ha3bl U 00JIee MO3THSAS CTa )
SIBIISIETCSI CYIIECTBEHHOW: YeM BBIIIE CKOPOCTh POCTa KYJIBTYPHI, TEM BBIIIE CKOPOCTh
NOTJIOIEHUS TUTATeNIbHBIX cyocTpaToB (Maguer et al., 2007). Tem He MeHee, XapakTep
OoTBeTa AUHO(DIATSIUISAT HAa TMPUBHECEHHE OPTaHMYECKOro CyOCTpaTta B Cpeny ObLI

OJIMHAKOB BO BCEX MOBTOPHOCTSX (PHCYHOK 7, a).
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Pucynox 7. KOHKypeHTHBIN TpaHCHOPT HUTPAT-MOHOB U MOYEBHUHBI B KJIIETKHU
P. minimum, agantupoBaHHBIE K POCTY Ha HUTPATE. a — CKOPOCTh MOMJIOIICHHUS a30Ta
cyOcTpaToB; 0 — MOJISIpHAsl CKOPOCTh MOTJIOLIEHUsI CyOCTpaTOB; B — BKJIAJl KaXKJI0T0O U3
cyOcTpaToB B o011ee nmorjomieHue a3ora. Ha Bpe3ke mokazaHbl yCpeIHEHHbIE TaHHBIE O
CKOPOCTH TOIJIONIEHUS] a30Ta KaXJI0ro M3 cyOCTpaToB IO BCEM MOBTOPHOCTSIM.
3BE3/I0YKOM OTMEUEHbI CTATUCTUYECKU 3HAYUMBIE OTJIWYHUS B CKOPOCTHU MOIJIOIICHUS

a3oTa HUTpaTa u MmoueBuHbI (N = 6, p <0.05).
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3.1.2 KoHKYpeHTHOE IMOTJIONIEHUE HUTPAT-UOHOB U TJIMIIMHA

[Tocne no6aBneHMs TAUIMHA K KyJIbType P. minimum, pactyiei Ha HUTpaT-HoHax
B KauecTBe E€IUWHCTBEHHOIO HWCTOYHHMKA a30Ta, TPAHCIOPT TJIMIMHA B KIETKU
TUHO(DIAreUIsIT Takke OCYIIECTBISIICS yke B mepBbie 2 4. [Ipm 3TOM mornomeHue
INIMIUHA OakTepUsiMU, TMPUCYTCTBYIOINIMMHU B KyJbType, He npeBblmano 1% oT
MOTJIONICHUS TJUIMHA TUHODIAreIJIiTaMU, MOATOMY Mbl NpeHeOperaeM akTUBHOCTBIO
COITYTCTBYIOITUX OaKTEPHIA.

CkopocTh TOIJIONICHUST a30Ta MIMIMHA KieTkamu P.minimum Obuia Bbiie
CKOPOCTH MOTJIOLIEHUSI MOHOB HUTpATa (OJHOCTOPOHHUI MapHbIii KpuTepuil CThIOIEHTA,
p = 0.046, n = 3) B 1Ba paza, HECMOTPS Ha TO YTO 00a CyOCTpaTa MPUCYTCTBOBAJIN B CPEJIC
B NPUOJM3UTEIBHO PaBHBIX 10 a30Ty KOHIEHTpauusx (pucyHok 8, a). Ilpu stom
MOJISIpHasi CKOPOCThH TOTJIOMICHUs TIHUIIMHA TakXe Oblla BBIIIE MOJIPHOW CKOPOCTH
NOTJIOUIEHHs] HUTPAT-UOHOB B JIBa pa3a (pUCYHOK &, 0). A30T IJIMIMHA COCTAaBIISLT OKOJIO
70% Bcero a3oTa, TPaHCHIOPTHPYEMOTro B KieTku (pucyHok 8, B). Takum oOpazom,
TJIMIUH TaK ke, KaKk ¥ MOYEBHHA, MPEACTABIST COOOM MPEANOUYTUTEbHBIN UCTOYHUK

a30Ta [0 CPAaBHEHMIO ¢ HUTPAT-HOHAMHM, B HACKIIIICHHOM CyOCcTpaTamMu cpeje.
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Pucynok 8. KOHKypeHTHBIN TpaHCIIOPT MOHOB HUTpATA U TIIMIIMHA B KJIETKU P. minimum,
aJlalITUPOBAHHBIE K POCTY HAa HUTPATE. 4 — CKOPOCTh MOTJIOIIEHUS a30Ta CyOCTpaToB; 6 —
MOJISIpHasi CKOPOCTh MOTJIOLIEHUSI CyOCTpaToB; B — BKJIAJ KaXJAOro U3 cyOCTpaToB B
oOuiee moruomieHrue asora. Ha Bpe3ke Nokas3aHbl yCPEOHEHHBIE AAHHBIE O CKOPOCTH
HOTJIOUICHHSI a30Ta KaXXJI0ro M3 CyOCTpaTOB IO BCEM IOBTOPHOCTAM. 3BE30YKOMN
OTMEYEHBbl CTATUCTUYECKU 3HAYMMBIE OTIMYUSA B CKOPOCTH MOIJIOLIEHUS HUTpara U

moueBuHbI (N = 3, p <0.05).
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3.1.3 BimmsiHnue MOYEBHHEI U IIMIYMHA Ha IIOTrJIOMICHUE HUTPAT-HOHOB

Paznuuust B CKOPOCTH KOHKYPEHTHOTO MOTJIOMICHHSI CYOCTpaTOB MOTYT OBIThH
OOyCIIOBJICHBI HE TOJBKO (DYHKIMOHAIBHBIMH XapaKTEPUCTHKAMHU COOTBETCTBYIOIIUX
OENKOB-TPaHCIIOPTEPOB, HO U BIUSAHUEM OJIHOTO CyOCTpaTa Ha TPaHCIOPT APYyroro. Tak,
OBLTO MMOKa3aHO, YTO MOHBI aMMOHHS CYIECTBEHHO HHTUOMPYIOT MOTJIONIEHUE HUTpATa
u moueBHHbI AuHO(MIareuatamu (Lomas, Glibert, 1999; Jauzein et al., 2008; Glibert et
al., 2016). B nacTosieit paboTe OBLIO UCCIIEIOBAHO BIIMSHUAE OPTaHUYECKHX HCTOUHUKOB
a30Ta — MOYEBUHBI U [VIMIIMHA — HA KOHKYPEHTHBIN TPAHCIOPT HOHOB HUTPATA B KIIETKU
P. minimum.

DKCIepUMEHTHI TTOKAa3aJIH, YTO MOYEBHHA OKa3bIBaja CyIpeccUupyrolee AecTBre
Ha KOHKYPEHTHOE TIOTJIONIEHUEe MOHOB HUTparta muHoduarewstamu (Matantesva et al.,
2015, 2016a,b). B ee mpucyrcTBuH yke B TIepBbie 2 4 CKOPOCTh MOTJIOMICHUS HUTPAT-
noHoB cHmwxkanach Ha 30—40% mo cpaBHEHHIO C KOHTPOJEM, B KOTOPHIA HE OBLIO
00aBJIEHO OPraHMYECKOT0 UCTOYHHMKA a30Ta (OAHOCTOPOHHUN KPUTEPHUI Y UIIKOKCOHA,
p = 0.0156, n = 6) (pucynok 9, a). X0Ts OTHOIIIEHUE a30Ta MOYEBUHBI K a30Ty HUTpATa
HECKOJIbKO BapbUPOBAJI0O B Pa3HBIX 3KCHEPHUMEHTAIbHBIX IOBTOPHOCTSX, CTENEHb
MI0/IaBJICHUS TIOTJIOIIECHUSI HUTPAT-HOHOB HE 3aBHCENa OT 3TOTO MapaMeTpa (KOppetsiius
CrnupMmana,  =-0.7, p = 0.12, n = 6).

B nmpucyrcTBUM rIMIMHA Takke OBLJIO OTMEUEHO CHU)KEHHME CKOpPOCTH
NOTJIONICHUSI WMOHOB  HUTpara JUHOQIATEIUIATAMH, BBIPAKEHHOCTH  KOTOPOTO
3HAYUTENIbHO BapbUPOBaJia MEX]Ty IOBTOPHOCTSAMHU, OJTHAKO 3TO CHI)KEHHUE CKOPOCTH HE
OBLJIO CTaTUCTUYECKU 3HAYUMBIM (OJTHOCTOPOHHUI mapHbIi KpuTepuili CThIOJEHTA, P =
0.272, n = 3) (pucyHok 9, 6). Takum oOpa3om, Ha CETOAHSAIIHUI IeHb HE OBbLIIO MOKAa3aHO
CTAaTUCTUYECKH 3HAYUMOI'O CYNPECCUPYIOMIETO NEHCTBUS TJIHUIMHA Ha IOTJIONICHHE

HUTpAT-UOHOB KieTkamu P. minimum (Marasnnesa, 2017; Matantseva et al., 2017).
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Pucynok 9. Brnusiaue MmoueBuHbI (a) 1 rauiuHa (0) Ha CKOPOCTH MOTIIOIIEHUST HUTpaTa
Kietkamu auHoduaresuist P. minimum. Ha Bpe3kax moka3aHbl yCpeJHCHHBIC JAaHHBIC 110
BCEM MOBTOPHOCTSIM. 3BE3J0YKOM OTMEUYEHBl CTATUCTUYECKH 3HAUMMBIE OTJIMYMUS B

CKOPOCTH TOTJIONICHUS HUTpaTa U ModeBHHBI (N = 6, p < 0.05).

3.1.4 Tlornomenne 6MkapOOHAT-HOHOB B MIPUCYTCTBUU JOMOJHUTEIIEHOTO HCTOYHHUKA

a3oTa

[TostBiieHHE B cpejie AOMOJHUTEIBPHOTO HCTOYHUKA a30Ta KaK B (h)OpMe MOUCBHHEI,
Tak U B (opMe IIIMIMHA TPUBOJMIO K YBEIMYCHHUIO TPAHCIIOPTa a30Ta B KIETKH
nuHodmaremsaT P. minimum. IIpu 3ToM TpaHCIIOPT HEOPraHUYECKOT0 yriiepoia B opme
OnkapOOHAT-MOHOB OCTaBajCcs Ha TmpexHeMm ypoBHe (pucyHok 10, a, 6), drto
CBUICTEILCTBYET O HECOATAHCHPOBAHHOM IIOTJIOMIEHWU a30Ta W yriepoja
nuHo(dIareisiTaMid B YCJIOBHSX HM30BITKA a30TcoAeprKaiimx cyoctparoB. Ilocie
MOSIBJICHUS JTOTIOJHUTEILHOTO OPraHUYECKOr0 MCTOYHHKA a30Ta B CpPEAC OTHOIICHHUE

MOorjIom@acMoro yricpoaa K noriomacMoMy a30Ty CHHXKAJIOCh B ABA pas3a.
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Pucynox 10. M3meHeHHs CKOpPOCTH MOIJIOIIEHUSI OO0IIero aszora (cieBa) WM 0OIIero
yriepoja (crpaBa) B OTBET Ha J00aBJICHHE MOYCBUHBI (a) M TIUIMHA (0). 3Be310YKaMu
OTMEYEHO CTaTUCTHYECKH 3HAYMMOE YBEIHMUEHUE CKOPOCTHU MOTJIOMICHHS 00IIEero a3oTa

B nipucytcTBUM MoueBuHbI (P <0.05, n = 6) u rmuna (p <0.01, n = 3).

3.2 IloryoeHue yriaiepoaa MOYeBHHBI M TJIMIIMHA KJIeTKamu P. minimum

CnocoOHOCTh aUHO(IAre/UIsIT HCHOJb30BaTh OPraHMYECKHE Aa30TCOJEepKallue
BEI[ECTBA B KaU€CTBE MCTOYHUKOB a30Ta OblIa MOKa3aHa B TMOJIEBBIX U J1aOOPaTOPHBIX
UCCIICIOBAaHUSIX, OAHAKO JO CHUX TOP HESICHO, SIBISIOTCS JIM T€ K€ OPraHUYECKHUe
COEIMHEHUS W JOMOJHUTEIbHBIMA MCTOYHHKAMH YIJIEpOJa ISl 3TUX OpraHu3MoB. B

HaCTOHHICﬁ pa60Te OBLIO HCCJICJOBAHO IIOIJIOMICHUC YIJICPOJda MOYCBUHBI U TJIMIIHMHA
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KJIeTkaMu P. minimum. DkcnepuMeHThI MOKa3ali, 9TO YTIepOo] MOYEBHHBI COCTABIISLT HE
oonee 0.5%, a yraepox raumnuna — He 6osee 1.5% ot obiiero yrieponaa, HOCTYIUBIIETO

B KJICTKU B (hopMe OMKapOOHAT-HOHOB U B OpraHWYECKOi Gopme (Tadimna 2).

Tabnuna 2. IlornomeHue HEOPraHMYECKOTO YIiepoja U yriepoAa OpPraHHMYECKUX
cyoctparoB auHoduareuiatamu P. minimum. 3HaveHus: MpUBEACHBI Kak cpeaHee+SE

(MoueBuHa: N = 5; rimiuH: N = 3).

CkopocThb CxopocTh NOTJOICHUS
Hons yrnepona
Opranuueckuii MOTJIOIIEHHUS yTIepo/ia OpraHuIECKOTO
OpTraHUYIECKOTO
cyocTpar OuKapOOHAT-UOHOB cybcTpara
cyoctpata (%)
(¢pr C xirt ul) (¢r C xirt ul)
MoueBuHa 2799+530 10«1 0.440.1
I'munun 1706495 2344 1.3£0.2

B cooTBeTCTBUMU CO CTPYKTYpOil MOJEKYJ MOYEBHHBI U TJUIMHA, MPU UX
MOTJIONMICHUHA a30T W YIVIEPOA OJDKHBI TMOCTyHaTh B KJIETKY B COOTHOIICHUH 2:1
(moueBuHa, CHsN20) u 1:2 (rmmunuH, C;HsNO2). B ToM ciydae, eciau yriepoa ¥ a3or
OPraHMYECKUX COCIUHEHUN aCCUMUIUPYIOTCS KJIETKaMH B DPAaBHOW CTENeHH,
COOTHOIIICHHE a30Ta M yIiIepo/ia, MOCTYIUBIINX B KJIETKY B ()OpME MOUYEBHUHBI U TJIUIIMHA,
JIOJDKHO OCTaBaThbCA paBHBIM 2:1 M mociie uxX BKJIIOYEHHUs B Ouomaccy. B Hactosmein
paboTe MCIOIb30BAHME MOYEBHMHEI U IIMIMHA, MEYEHBIX TSOKEIBIMU u3oTonamMu °N u
13C, m03BOMMIIO CPABHUTE CTENEHb ACCUMUIISALIAY a30Ta M YIJIEPO/a STHX OPraHMIeCKHX
COeMHEHU# KiteTkamMu quHodaareaT P. minimum.

Ha pucynke 11 mnpoaeMOHCTPHUPOBAHO COOTHOIICHHWE KOJUYECTBA a30Ta M
yraepoja MOYEBUHBI, TMOCTYNHUBIIUX B KJICTKU JUHOGMIATEIUIAT BO  BpeMs
HKCIIEPUMEHTOB, a TAK)KE COOTHOIICHHE ITHX IMAPaMETPOB, TECOPETUUECKU OKHUIAEMOE B
COOTBETCTBHHM CO CTPYKTYpPOH MOJIEKYJIBI MOUYEBHHBI. DKCIIEPUMEHTHI ITOKa3aJIH, YTO
KJICTKH AMHOGIIare/usT coaepxanu B 20 pa3 menblie yriepoaa moueBuubl (N:C =40:1),
4eM OXKHIAJIOCh B Cllydae pPaBHOH CTENEHU ACCUMWJIAIMK a30Ta W YIJIepoia 3TOTO

BemtectBa (N:C = 2:1).



57

N =40C + 10,3
300 R? = 0,86

250

200

150

100

50

O6wmin as3oT ModeBUHbI (mornb N ki)

Yrnepog mMo4eBuHbl (dpmornb C kn')

Pucynok 11. CooTHoleHue a3oTa W yrjiepojia MOYEBHHBI, MOIVIOHNIEHHBIX KJIETKaMU
muHOQnaresit - P. minimum.  [IyHkTupHOW JHMHUWEH MOKa3aHO TEOPETHYECKOE
COOTHOIIIEHHE, OKHJIAEMOE B COOTBETCTBHHM CO CTPYKTYpPOM MOJIEKYJbl MOYEBHHBI.

Koppemnsust cratuctraeckn 3Haguma (p < 0.05, n = 5).

DKCNepUMEHTAIbHOE COOTHOILIEHHE a30Ta U yriepoJa IIUIMHA, TOCTYIUBLIIUX B
KJIETKH, TAKXE€ OTINYAIOCh OT TEOPETUUYECKH OXKUIAAEMOro. A30T U YIJIEpOJ TIUIMHA
HaXOJWJIMCh B KJIETKaX B OTHOIIEHUM 7:1 BMeCTO OTHOIIEHHUS 1:2, COOTBETCTBYIOIIETO
MOJIEKYJISIPHOM CTpykType ThunuHa (pucyHok 12, a). Takum o00pa3oM, KIETKH
P. minimum conepxanu B 14 pa3 wmenbmie yriepoma rmmnuHa (N:C = 7:1), uem
OKHJIAJI0Ch B CIy4ae paBHOM CTENEHU aCCUMMWIISILIMM a30Ta U YIJIepo/ia 3TOr0 BEIIeCTBa
(N:C = 1:2). Ucrnonp30BaHKEe TIIMIKMHA, MEUEHOTO TOJBKO IO OJHOMY M3 JBYX aTOMOB
yraepoga (rmuuun-Cy u rauuH-2C)), 03BOIMIIO ONPENEIUTE CTEIEHb ACCHMUIALMH
KOKJIOTO M3 aTOMOB yriiepojaa OTAenbHO. OOHapyKeHO, 4YTO OOOoramieHue KIETOK
nuHOGIareusT atoMamu yrieponaa Ci (yriaepo KapOOHWIBHOW TPYMIbI) OBLIO HIKE,
yem oOoramenue aromamu C, (pucyHok 12, 6, B). BbIfiBI€HHOE COOTHOLIEHUE
norsionieHus yriepoaa Cq u C; yka3bIBaeT Ha TO, YTO B KJIETKAX COAEpKaIOCh B 1.3 paza

MeHnble yriepoaa Cq, uem Ca.
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Pucynox 12. CooTHomeHue azota u obmero yriepoaa rauiuHa (a), Ci- m C2-aToMoB
yriepoga riMiuHa (0), a30Ta M KaXJOr0 W3 aTroMOB Yriepoia TiuiuHa (B),
MOTJIONICHHBIX ~ KJIeTKaMu JuHoduiaresiaT  P. minimum. ITyHKTUPHBIMH  JTUHHSIMH
MOKa3aHbl TEOPETUUECKUE COOTHOIICHUS, OKUIAEMbIE B COOTBETCTBUU CO CTPYKTYpOI

MOJICKYJIBI I'IMOWHA.

Kak B CJIydac€ MOYCBHHEI, TaK U B CJIy4ac IN"iMiiuHa, COOTHOIICHUC a30Ta U YIJICpOoaa
9TUX BCIICCTB, IOCTYIHMBIIHUX B KJIICTKH, OCTABAJIOCh HCHU3MCHHBIM B TCUCHHUC BCECTO

BpeMeHU HHKyOanuu (pucyHok 13).
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Pucynok 13. CooTHomieHHe a30Ta U yriepo/ia, NOCTYIHBIIUX B KJIeTKH P. minimum B
(dbopmMe OpraHYeCcKHX BEIIECTB, B TEUEHUE BCErO BpeMEeHH UHKYyOanuu. t1-14 — Bpems

otbopa 1po0.

3.3 AHAJTU3 TPAHCKPUNTOMOB P. MiNiMum Ha HaJlM4Me rOMOJIOTOB 0€JIKOB,
Y4acTBYIOIIHMX B TPAHCIIOPTE M ACCUMMJISIMA HUTPAT-HOHOB, MOYEBHUHBI H

r/IMIIAHA

[Tporpecc B uccienoBaHusIX GU3NOJIOTUN MUTAHUS TUHOQIIATSIUISAT, B TOM YHUCIIE
C TIPUMEHEHUEM METOI0B MOJIEKYJIIPHON OMOJIOTHH, 3aTPYAHEH B CBS3H C OTCYTCTBHEM
uHpOpMAIlMM O TeHaxX MW OejKax, ydJacTBYIONIMX B TPAHCIOPTE M ACCHUMUJIISIIUU
MUTATEIBHBIX CYOCTPATOB y ATHUX MPOTHUCTOB. UTOOBI YaCTHYHO 3aIlOJIHUTH JaHHBIN
npoOei, B HacToslmed pabdoTe CEKBEHHPOBAHHBIC TPaHCKpHUIITOMBI P. minimum
CCMP1329 u CCMP2233 u3 6a3b1 nanabIx mpoekta MMETSP Ob11 nctionb30BaHbI 471
TIOMCKa TOMOJIOTOB BaKHEHIIIUX OEJIKOB, ONOCPEIYIONIUX MOTJIONICHUE U ACCHMMUJISIIHIO
HUTPAT-UOHOB, MOYEBHHBI W TJIMIMHA, y 3TOro BUaa auHOQuareiaT. CKpHHUHT
TPAaHCKPUIITOMOB  TOKa3aja, 4ro auHoduare/usatel  P.minimum  oOmamarot
pa3HOOOpa3HBIM  pernepTyapoM  O€JKOB, OCYIIECTBISIOMIMX  TpaHCMEMOpaHHBIN
TPAaHCIOPT MUTATEIbHBIX CyOCTpaToB (pucyHok 14, Tabnuna 3) (Matantseva et al., 2016;
Pechkovskaya, Matantseva et al., 2017).
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Ta6J'II/ILIa 3. 'omomoru 6CHKOB, BOBJICYCHHELIX B TPAaHCIOPT MU aCCUMUJLANOWIO HUTpAT-

WOHOB, MOYEBMHBI W TIIMIMHA, OOHApY)KEHHBbIE B TpaHCKpUITOMax P.minimum

CCMP1329 u CCMP2233. [IpuBeneHbl HOMepa MOCIEI0BATEILHOCTEH C HAUMEHBIIIUM

E-value u3 KaXXIA0ro TpaHCKpHUIITOMA. CepBIM OBCTOM BBIACJIICHA ITOCICAOBATCIIBHOCTD,

romMoJjornyHas amuaosmase MmoueBuHbl DUR1,2, HO oTnuvaromiascst ot 3Toro hepMenTa

HOPSAIKOM M opraHusaiuedl ¢yHKIHOHAIbHBIX gomeHoB. A. thaliana — Arabidopsis

thaliana; R, equi — Rhodococcus equi; S. cerevisiae — Saccharomyces cerevisiae;

H. sapiens — Homo sapiens.

[Tocnen-Th 3ampoca No nmocnen-tu E- JlimHa, | UneHT-Tb,
o OyHKIUA
(opranusm) (P. minimum) | value a.o. %
NRT1.1
(A. thaliana)
10286 1
NRT1.2 (CCMP1329); | 6e-23; | 663; 21;
(A. thaliana) 13648 1 6e-23 701 21
(CCMP2233)
224264 1
NRT2.1 (CCMP1329); | 2e-47; | 574; 23;
(A. thaliana) 255222 1 2e-47 523 24
TPaHCIIOPT
(CCMP2233)
HUTpAaTa
11985 1
CLCa (CCMP1329); | 6e-79; | 912; 28;
(A. thaliana) 47364 1 3e-78 912 28
(CCMP2233)
SLAC1
(A. thaliana)
MIP (PIP, NIP, TIP) 6038 1 7e-24; | 303, 23; TPaHCTIOPT
(A. thaliana) (CCMP1329); | 7e-24 288 23 MOYEBHHBI
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47098_1

(CCMP2233)
263164 1
DUR3 (CCMP1329); 0; 1349; 53;
(A. thaliana) 255379 1 e-162 | 1422 53
(CCMP2233)
Urea ABC transporter TPaHCIIOPT
(R. equi) - - - - MOYCBHHBI
YUT
(Y. rohdei) - - - -
UAC
(H. pylori) - - - -
SLC14
(M. musculus) - - - -
AAP (AAP1, AAP2,
AAP3, AAP4, AAPT) - — — -
(A. thaliana)
13539 1
CAT1 (CCMP1329); | 6e-44; | 575; 22;
(A. thaliana) 43864 1 4e-59 635 25
(CCMP2233) TPAHCIIOPT
GAP1 TJIMIMHA
(S. cerevisiae) - - - -
44508 1
GLYT (CCMP1329); | 2e-71; | 584, 30;
(H. sapiens) 41065 1 1e-83 758 31
(CCMP2233)
NAR 67873 1 le- 829; 42, METa00IN3M
(A. thaliana) (CCMP1329); | 180;0 | 942 42 HUTpaTa
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257292 1

(CCMP2233)
258241 MeTaboIu3M
NIR (CCMP1329); | 2e-28; | 14809; 22, HUTpaTa
(A. thaliana) 241489 1 2e-24 802 21
(CCMP2233)
39151 1
URE (CCMP1329); 0:0 818; 66;
(A. thaliana) 16863 1 814 66
(CCMP2233) MeTaboIH3M
256473 1 MOYCBHUHBI
DURL1,2 (CCMP1329); | 4e-53; | 2140; 10;
(S. cerevisiae) 17430 1 2e-59 | 1078 11
(CCMP2233)
14765 1
H-6enok [GDC] (CCMP1329); | 1e-21; | 222, 32;
(A. thaliana) 45622 1 le-21 142 36
(CCMP2233)
5108 1 le-
L-6emnok [GDC] (CCMP1329); | 150; 630; 58;
(A. thaliana) 21839 1 le- 528 58
(CCMP2233) 152 MeTab0JIN3M
14760 _1 TJIMITMHA
P-6enok [GDC] (CCMP1329); 0: 0 980; o1,
(A. thaliana) 215831 1 966 51
(CCMP2233)
T-6enok [GDC] 44708_1 le- 496; 51,
(A. thaliana) (CCMP1329); | 100; 474 50;




25581 1 le-
(CCMP2233) | 100
30838 1 le-
SHMT (CCMP1329); | 169; 495; 60;
(A. thaliana) 67811 1 le- 422 65 MeTaboIM3M
(CCMP2233) 160 TIIAIAHA
20540 1
_ (CCMP1329); | 1e-57; | 362; 43;
SDH (A thaliana)
201278 1 2e-55 342 42
(CCMP2233)

B tpanckpuntomax P. minimum CCMP1329 u CCMP2233 6butin 00HApYKEHBI
romoJioru TpancrnoptepoB HuTpaT-uoHOB NRT1.2 1 NRT2.1 (pucynok 14, a, 6). AHanus
NEPBUYHOM CTPYKTYpHI TOKa3an Hajguume 13 mpenacka3aHHBIX TpaHCMEMOpaHHBIX
cermeHTOB y OenkoB NRT1.2 (ITpunoxenue, pucyHok 1) u 10-12 mpenckazaHHBIX
TpaHcMeMOpaHHbIX cerMeHToB y OenkoB NRT2.1 (Ilpunoxenue, pucyHoxk 2).
NneHTnyHOoCTh aMUHOKUCITOTHBIX nociieqosareiibaocteit NRT1.2 u NRT2.1 P. minimum
u A. thaliana cocrasnser npudausutensHo 21% u 23%, COOTBETCTBEHHO.

Taxxe Obun 0OHapyx)eHbl ToMonory kanajnoB CLC, uaentuyHbie pedepeHcHoM
nocienoBateabHocT Ha 28% (pucyHok 14, B) u coxmepxkamime 7—8 mpejcKka3aHHBIX
TpancMeMOpaHHbIXx cerMeHTOB (IIpunokenne, pucyHok 3). BripaBHUBaHHME MOKa3ajo,
YTO B TIO3UIIMHU, UMEIOIIEH OMpEeneNstollee 3HAaUCHHE I TTPOBEICHMSI NIOHOB HHUTpaTa
(Bergsdorf et al., 2009; Wege et al., 2010), mociaenoBatensaocTr P. minimum coxepskat
OCTaTOK CEpUHA BMECTO OCTaTKa MPOJIMHA, XapaKTEPHOTO IS TMOCIEI0BATEIbHOCTH
A. thaliana. Tomomorn SLAC/SLAH kananoB He ObUIM BBISABJIEHBI HU B OJHOM M3

TpaHcKkpunTomMoB P. minimum (tabmauma 3).
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d
AL LA A YFVFCLAC ALVAV
CCMP1329 A A A AAA VFYC VAY
CCMP2233 T ATA A AAA VFYC VAY
6

At FMI FCLA Y WM |_ M
CCMP1329 MM I FWC |. A A AA M
CCMP2233 MM I FWCSLMFA A AT AA L

B

CE JC ,14 J~ ZE """
At .AA 1 AYL MMV AVAA
CCMP1329 LAA 1 cEll LLA 1 VAA A
CCMP2233 LAA 1 CFL LLA VAA M A
r

14 ;6 |13 1£C

A.t VMVLVY F IAFA vllayvi
CCMP1329 IFVLA v MALMI ClERGE CiA A
CCMP2233 IFVLA Vv MALMI CLYICAQEMA
yil

1 1’ /W'T : ?'-lui 2;5 2 "E
A. t. A v LIA vViv WA A VAW v FWYA
CCMP1329 A v A VIV WA A VAW % FWYA
CCMP2233 A % A VIV WA A VAW v FWYA

e

A. t. vl AAVLFFAYI AV-MA ; Lv v
CCMP1329 LLFF VCCLAA A

CCMP2233 @A VIFYAF AvET LA ALAIV VA
K

H.s. VVYF A.F YVVL.ILFV IMYYL
CCMP1329 v A vvvv ALL YVVLVIFFI AF MA A.YFV
CCMP2233 VVYV YVALVAFSF AAA IYFFV v

Pucynox 14. Pe3ynbTaThl BBIpaBHUBAHMUS AMHHOKHCIIOTHBIX IOCJIEI0BATEIbHOCTEN
P. minimum, romonorn4HeIx O€lkaM, BOBJICYCHHBIM B TPAHCHOPT HUTPAT-UOHOB,
MOYEBHHBI U TJIMIUHA, C pepepeHCHBIMU oceoBareabHoCTAMU. [loka3anbl Hanbonee
KOHCEpBaTHUBHBIC (DparMEHTHI BhIpaBHUBaHUH. a — TpaHcroptep HuTpata NRT1.2; 6 —
tpancnoptep HUTpata NRT2.1; B — kanan CLC; r — akBanopun cynepemeiictsa MIP; a
— tpancnoprep MoueBuHbl DURS; e — Tpancnoprep riununa CATL; :k - TpancnopTep
mmnuHa  GLYTL(GLYT2). CCMP1329 u CCMP2233 — mocneaoBareIbHOCTH

auHOGImaresiT P. minimum w3 ABYX COOTBETCBYIOIIMX TPAaHCKpUOTOMOB. At —
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nocnenosareiabHoctd A. thaliana. H. s. — mocienoBatensaocTs H. sapiens. Jluneiikoit
MOKa3aHbl HOMEpPA TO3UIUKA B BBHIPABHUBAHMH. AMHHOKHCIIOTHBIC OCTAaTKH BBIJCIICHBI
I[BETOM B COOTBETCBHHU C LBeTOBOM cxemoii Zappo (Unipro UGENE 1.16.0): cBetio-
po3oBeIii — antdarnueckue/ruapododusie amMmuHOKUCIOTH (ILVAM); opamxeBbiii —
apomatuueckue (FWY); cunmii — monoxwurensHo 3apspkeHHbie (KRH); kpacHbIf —
otpuiiareiasHo 3apsukeHHbie (DE); 3enenbiit — monspusie (STNQ); myprnypHbIi — IPOIHH
u rmnuH (PG); sxentsoiii — uctenH (C). CTpenkoi oTMeYeHa MO3UIUS B BRIPAaBHUBAHUH
nocienoBatenbHocTe CLC, ompenenstomas ceIeKTUBHOCTh KaHala K MOHAM HHUTpaTa

HJIK XJI0PAa.

B mnacrosimieir pabote OOHapy:K€HO, YTO TPAHCKPUITOMBI JUHO(IAreIIsT
P. minimum CCMP1329 u CCMP2233 cozaep:xat 1ocjie10BaTeIbHOCTH, TOMOJIOTHYHbBIC
axBanopunaM MIP u tpancnioprepam DURS3, B TO Bpems kKak roMOJIOTH OaKTepHaIbHBIX
u xkuBoTHBIX OenkoB UAC, UT u SLC14, a taxxke romonoru ABC TpancmopTepos,
IPOBOISIIIUX MOYEBUHY, OTCYTCTBYIOT B 3THX TpaHCKpurrtomax (pucyHok 14 T, &,
tabimia 3). B kadecTBe mocienoBaTeIbHOCTEH 3ampoca Ul IMMOMCKa TOMOJIOTOB
axkBarmopuHoB MIP Ob1n ucrnonas3oBaHbl nociienoBarenbHocTr 0enkoB PIP, NIP u TIP
A. thaliana, ogaako BLAST ananu3 BBISBISAI OJHH M T€ K€ TOMOJIOTH B OTBET Ha BCE
BapUaHTHI 3alpoCcOB. TakuM 00pa3oM, Ha IaHHOM dTare HeJb3sl CKa3aTh, KaKME UMEHHO
aKBaNOPHHBI U3 cynepcemerictBa MIP mpucyTcTByIOT B TpaHckpumnromax P. minimum.
WaeHTHYHOCTh MmocienoBaTeIbHOCTe P. minimum pedeperncubiM Oenkam A. thaliana
coctapisieT 23% B ciiyqae MIP u 53% B ciiyuae DUR3. Ananu3 nepBUYHON CTPYKTYPHI
nokasay, 4yro romoioru akBanopuHa MIP npennonoxutensHo wumeroT mno 6
TpaHcMeMOpaHHbIX cermMeHTOB ([IpuioxeHue, pucyHOK 4), a TOMOJIOTH TpaHCIopTepa

moueBruHBI DUR3 — 16-18 Tpancmem6pannbix cermenToB ([Ipunoxenue, pucyHok 5).
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P. minimum, roMoJIOTHYHBIX O€JIKaM, BOBJICYCHHBIM B aCCUMUIAIUI0 HUTPAT-HOHOB,
MOYEBHUHBI U TJIUIIUHA, ¢ pepepeHCHBIMU TocaeaoBaTebHOCTAMHU. [loka3zaHbl Hanbomee
KOHCEpBaTHUBHBIC ()parMEHTHI BEIPABHUBAHUN. a — aCCUMUJISIITMOHHAS HUTPAT-PEAyKTa3a
NAR; 6 — accumunsanmonHast Hutuput-peaykrasa NIR; B — ypeaza URE; r — amugonuasa
moueBunbl DUR1,2; 1 — H-6enok (GDC); e — L-6emok (GDC); #x — P-6emok (GDC); 3 —
T-6en0k (GDC); m — cepun-ruapokcumeTrnTpanchepaza SHMT; k — cepun neruaparasza
SDH. CCMP1329 CCMP2233 — nocienoBaTeIbHOCTH AuHOGIareuiaT P. minimum us3
JIBYX COOTBETCBYIOIIMX TpaHCKpunToMoB. A.t. — mocnenoBarensrocTH A. thaliana. S. c.
— IMOCIIEOBAaTEeabHOCTh S. Ccerevisiae. JluHeiiko#d moOKa3aHbl HOMEpa IO3HMIMHA B
BBIPDABHUBAHUHA. AMHHOKHCIIOTHBIE OCTaTKH BBIJCICHBI I[BETOM B COOTBETCBUHU C
nBeroBoi  cxemort Zappo (Unipro UGENE 1.16.0): cBerio-po30BBI  —
antdaruaeckue/runapododnsie aMuHOKUCIOTHI (ILVAM); opanxkeBbIit — apoMaTHUEeCKUE
(FWY); cuamii — monoxutenbHo 3apsbkeHHbie (KRH); kpacHbIii — oTpHIateabHo
sapspkeHnbie (DE); 3enenbiit — monspubie (STNQ); myprypHbliii — nposinH U riuiuH (PG);

xenthiid — ructenH (C).

B Tpanckpunromax ~ P.minimum  Obutd  OOHApPYXEHBI  TOMOJIOTH
nocneaoBaTeabHOCTeH, Komupyronmx Tpancnoptrepsl riuimHa CAT1 m GLYT vy
pacTeHui ¥ KUBOTHBIX (Tabmuia 3, pucyHok 14 e, ). MaTepecHo, 4To He ObLJIO HalCHO
HU oJtHOro romoJiora 6enkoB cemerictBa AAP ¢ E-value < 1e-20, XoTst UMEHHO 3T OeIKH
UTPAIOT KJIIOYEBYIO POJb B TPAHCIOPTE AMUHOKUCIOT y pacteHud (Tabmuma 3).
Wnentuunocts mocienoBarenbHocterr O0eakoB CAT1 P. minimum u A. thaliana
coctaBisieT mpuomsuTensHo 24%, mocnemoatenbHocter GLYT P. minimum wu
H.sapiens — 30-31%. B coOTBeTCTBMM C aHAIM30M TEPBUYHON CTPYKTYPHI,
nociaenoareabHocT CAT1 P. minimum nmpeanonoxurensHo umerot 14 (Ipunoxenue,
pucyHok 6), a mocnenoBarenbHoctu GLYT — 11-12 TpancmeMOpaHHBIX CETMEHTOB
(ITpunosxenue, pucCyHoK 7).

[Mpu anamuse tpanckpurnromoB P.minimum CCMP1329 u CCMP2233 Obutn
BBISIBJIEHBI TOMOJIOTH (hepMeHTOB HuUTpaTpar-peaykrazbl NAR U HUTpUT-peryKTa3bl

NIR, ocyI1ecTBISIOINX BOCCTAHOBJICHUE HUTPAT- U HUTPUT-HOHOB (Tabuia 3, pucyHOK
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15 a, 6). x uaenTruHOCTh mocienoBareabHocTsaM A. thaliana pasua 42% u 21-22%,
COOTBETCTBEHHO.

Taxxke B TpaHckpunromax P.minimum HaiineHsl TOMOJOTH (EPMEHTOB,
OCYIIECTBIISIONINX paclieTieHne MO4YeBHHbI, — ypeazsl URE 1 amMumonmassl MOUEBHHEI
DUR1,2 (Tabnwma 3, pucyHok 14 B, T). Ypeasa sBiseTcsi 04eHb KOHCEPBATUBHBIM OSIIKOM
U uIeHTHYHA pedepeHCHON TmocleaoBaTenbHOCTH Ha 66%. B cBow ouepens,
oOHapyXKCHHBIE TOMOJIOTH aMHJI0JIHa3bl MOYECBHHBI WIACHTHYHBI MOCIIECIOBATEIEHOCTH
S.cerevisiae mumbe Ha 10-11%. Ilocnenyromee CcpaBHEHHE MPEICKa3aHHBIX
KOHCEPBAaTHBHBIX JOMEHOB aMHJI0JIMa3bl MOUYEBMHBI IMOKA3aJl0, YTO TOMOJIOTH 3TOTO
Oenka y P.minimum wuMerT CTPYKTYpy U TOPSJIOK KOHCEPBATHBHBIX JOMEHOB,
XapaKTEpHYIO HE JUIsl aMUI0JIMa3bl MOYEBUHBI, a JJISi POJCTBEHHON 3TOMY (hepMeHTy
Anetnn-KoA kapOokcunassl (pucyHok 16). Takum oOpa3oM, oOHapyKEHHBIC TOMOJIOTH

¢ OOJIBIIION BEPOSTHOCTHIO HE SIBJISIIOTCS aMU0JIMAa30i1 MOUYEBUHBI.

1 250 Sob %0 1000 1280 1500 1750 1838

Query seq,
Specific hits urea_carbox
Superfanilies Amidase superfamily _ Biotin_carb_C superfamily

6

1 250 s00 750 1000 1250 1500 1750 2000 nxn

Query seq.
Specific hits ACC_central Carboxyl_trans
Superfanilies Biotin_carb_N superfamily ACC_central superfamily Carboxyl_trans superfamily
Acch super
B
1 250 S0 kil 1000 1260 1500 1750 2000 2139
WIS TRk biotinylation site §
W «©n i ion site 7
Specific hits i cobes s
Superfanilies | Biotin_carb N superfamily | Bist | ACC_central Carboxyl_trans superfanily
r
1 250 500 7% 1000 1250 1500 1750 2000 2140
LEER) S5k biotinylation site |
carboxyltransferase (CT) interaction site 7
Specific hits o ms
Superfamilies | Biotin_carb N superfamily | Biot Carboxyl_trans superfanily

Pucynok 16. CpaBHeHUE JOMEHHOW OpraHHM3alliyd aMUAO0JIUa3bl MOYEBUHBI U aIleTHII-

KoA kapOokcuiasel ¢ uxX romoyiorom y P. minimum. a — amugoina3za MOYCBHHEI
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S. cerevisiae; 0 — anetmin-KoA kapOokcuiaza S. cerevisiae; B - anetmia-KoA
kapOokcmiaza Micromonas commoda; r — roMoJIoT aMHUI0J a3kl MOYEBHHBI P. minimum
CCMP1329. Jomen AccB B mocnemoBarensHOCTH aneTwi-KoA KkapOOKcHia3bl

S. cerevisiae coaepkuT B ceOe goMeH Biot.

Kpome toro, y auHoduareuiat P. minimum ObUTH HaiiIeHbI TIOCIIE0BATEIBHOCTH,
IIPEITOIOKUTEITHHO KOJAMPYIOIIHE BECh CIIEKTp 0enKkoB KOMILIEKCa
nexapookcuupoBanus riauimHa GDC (glycine decarboxylation complex), a rtaxke
COTPSDKEHHBIN ¢ HUM (EepMEHT cepuH-TUapoKcumeTmiTpanchepasy SHMT (tabnuna 3,
pucynok 15 n-k). Bee 6enku komrmiekca GDC, kpome Oenka H, mokaszaiu BBICOKYIO
uaeHTHYHOCTh Oenkam H. sapiens, mpepsimaromy 50%. WIeHTHYHOCTH CepuH-
TUAPOKUCMETUNTPaHChepa3bl U pePEepeHCHON IMOCIEA0BATEILHOCTH COCTaBiIsieT 60—
65%. Cepun-neruaparaza SDH, kaTtanusupyronias mpeBpaiieHne ceprHa B TUPYBAT C
BBICBOOOXKICHUEM MOHOB aMMOHHUS, TaKke Obuia 0OHapyxeHa y P. minimum (tabnuia,

pucyHOK). Ee maeHTHuHOCTh cooTBeTcTBYIOMEeMy Oenky A. thaliana cocraemser 42—

43%.

3.4 AHa,Iu3 NorJioeHus MOYeBUHbI, HOHOB HUTPAaTa U OMkapOoHaTa
OTAEJBbHBIMHU KJIETKAMH JUHOPIATe/UIAT ¢ MOMOIIbLI0 MACC-CIIEKTPOMETPUH

BTOPHYHBIX HOHOB B HaHoMaciTade (NanoSIMS)

3.4.1 ComocTaBlieHHE TaHHBIX, ITOJTYYSHHBIX C TTIOMOIIIBIO U3MEPEHUM Ha YPOBHE

HOHy.]'DIL[HfI H OTACIIBHBIX KJICTOK

C moMoIpI0 METOIa MacC-CIIEeKTPOMETPUH BTOPUYHBIX HOHOB B HaHOMAacIITabe
(NanoSIMS) ObuTO HCCIeOBAHO MOIJIONICHUE HHUTPAT-HOHOB, MOYECBHHBI M HOHOB
OukapOoHaTa oTAeabHBIMH KieTkamu auHo(aremast (Matantseva et al., 2016a, b).
[Ipoananu3upoBaHo 1o 15-25 KIETOK M3 BCEX SKCHEPUMEHTAIIBHBIX Mapasuiesiei

(«MO‘ICBI/IHa», CHHUTpAT», «TOJbBKO HUTpAT» HU «KOHTPOJb», HC co;lepmaumﬁ



70

HMCKYCCTBEHHO J00aBJICHHBIX M30TOIHBIX METOK) moBTOopHOcTe 5 u 6 (IIpunoxenue,
TaOauIE 4, 5).

B nenom, nanHpie, TOTydYeHHBIE TTIOCPEICTBOM aHAIM3a WHANBUIYATbHBIX KICTOK,
COOTBETCTBYIOT JaHHBIM, MOJYYEHHBIM Ha YpoBHE momyisiuil. CpegHee MOrioleHue
a30Ta MOYEBHUHBI OJHOM KJIIETKOW OBLIO BBIIIE, YEM CPEIHEE MOTIIONICHIE a30Ta HUTPAT-
noHoB (kputepuidi Manna-Yutnau, p <0.001; mis oGeux HOBTOPHOCTEH ), MpU ITOM
YPOBEHB MOTJIONIEHUS HUTPAT-HOHOB B IPUCYTCTBUH MOYEBHUHBI OBLJT HIDKE, YEM YPOBEHB
MIOTJIONICHUST HUTPAT-MOHOB, HAOJIOMAEMbId B TapajUiei, KyJa MOUYEBHHA HE ObLIa
nobapiieHa (ogHOCcTOpoHHMM KpuTepuil Manna-Yutau, p <0.001; s obeux

NOBTOpPHOCTEN) (pUCyHOK 17 a, B).
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Pucynok 17. Ilornomienue a3oTa HUTpPaT-HOHOB M MOYEBHHBI, a TaKXke yriepoia
OMKapOOHAT-MOHOB KJIETKAMHU JUHOQIIAre/usaT P. minimum, u3MepeHHOE METOIIOM
NanoSIMS: a — o6oramenue kiaeTox usoronamu °N B moBTOpHOCTH 5; 6 - 06OraIeHne

K11eTok usotonamu °C B IOBTOPHOCTH 5; B - oboramieHue KieTok usotomamu N B
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IIOBTOPHOCTH 6; T - oboraienue Kietok uzoronamu *C B mosroprocTn 6. O6orammenne
mzotomamu °N u BC mpencrasneno, kaxk ormomenus 2CBN/A?CUN u BC/A2C
COOTBETCTBEHHO. «KOHTpOJIb» - Mapajuiensb 0e3 700aBIeHUSI U30TOMHBIX METOK; «TOJIBKO
_ 15N_ 13c_6 6
HUTPAT» HUTpAT U UKapOOHaT, MOTJIOUIEHHbIE KJIETKAMH B OTCYTCTBHE
: 15 13
MOYEBUHBI; «HUTpAaT» — —N-HUTpaT U ~“C-OMKapOOHAT, MOTJONIEHHBIE KIETKAMU B
NPUCYTCTBMM  MOYEBMHBI, «MoOuYeBMHa» - °N-mouyeBuna u C-GukapOoHar,
TIOTJIOIIEHHbIE KJIETKAMH B IIPUCYTCTBMU HUTPAT-MOHOB. [ToKa3aHbl Meauansl, 257 u 75™
IEPUEHTUIIM, a TakXke MOJHbIA auanason 3Hadenmit 2CPN/2CUN u BCA%C.
OooraiieHue BO BCEX HKCIIEPUMEHTAIbHBIX apAJUIEIIAX 3HAYMMO BBILIE, YEM B KOHTPOJIE
(xputepnii Kpackena-Yoimneca ¢ moct-tectom lanna, p < 0.05). 3Be3goukamMu 0OTMEUCHBI
3HaYUMBbIC PA3NUYUi MEXKIY MapalesIMH «HUATPAT» U «TOJIBKO HUTpPAT» (OTpaskaeT
TIO/IaBJICHUE MOTJIONICHHS HUTPAT-UOHOB B IIPUCYTCTBUU MOYEBHHBI) (KpuTepuii MaHHa-
Yuthu, p < 0.001), «HATpaT» U «MOYEBHHA» (OTpaXkKaET MPEAMOYTHUTEIHHOE MOTIIOIICHUE
MOYEBHMHBI B TNPUCYTCTBUU HHUTpara) (kputepuil Kpackemna-Yosieca ¢ moct-tecTtoMm

Hanna, p < 0.05, u kputepuit Manna-Yuthu, p < 0.001).

Kpome Toro, kak W B ciy4yae TpynmoBbIX u3MmepeHuit, manasie NanoSIMS
MOKa3ajIM, YTO MOTJIOIIeHNEe OMKapOOHAT-HOHOB KJeTKaMu P. minimum He M3MEHSITOCH
npu 100aBIeHMH MOYEBUHBI B cpeny (kputepuit Kpackena-Yoinuca ¢ mocT-TecTOM
Hanna, p > 0.5) (pucynok 17 6, r).

Juist TOoro d4roObl HANpPAMYKO COMOCTAaBUTh pEe3yJbTaThl M3MEpPEHUN Ha
MOMYJISIIUOHHOM YPOBHE M YPOBHE OTICJBHBIX KIIETOK, OHU OBUINA MPECTABIICHBI KaK
OTHOCHUTENbHASA CKOPOCTh IMOIJIOLIEHUS a30Ta. J[JI1 3TOro CKOpOCTh IMOIJIOLIEHHS a30Ta
HUTPAT-UOHOB KaK €IMHCTBEHHOTO MCTOYHMKA a30Ta Obljla MPUHATA 32 €IUHHUILY, a
CKOPOCTH KOHKYPEHTHOTO TOTJIOIMICHUS] HUTPAT-MOHOB U MOYEBUHBI ObUIA BBIPA’KECHBI
OTHOCUTENBHO Hee (pucyHok 18). Kak BUIHO U3 pUCYHKa, JaHHBIE O MOTJIOLIEHUH a30Ta,
MOJIYYCHHBIC TyTeM HW3MEPEHHs] aKTUBHOCTH OTAEJBHBIX KIETOK JAWHO(IAre uiiaT |
MOCJIEYIOLIET0 YCPEAHEHUS TIOJyUYEHHBIX 3HAUEHMI, XOPOILIO COIIACYIOTCS C JAaHHBIMH,

MIOJIYYEHHBIMH B PE3YJIbTATE TPYIIIOBBIX U3MEPEHUIN HA YPOBHE MOMYJIALUN.
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O «HuTpaT» «TONbKO HUTpaT» M «MOYEBUHA»

OTHOCUTEeNIbHAA CKOPOCTb
nornoweHnA a3oTa
N

M3MEPEHUN Ha YPOBHE  U3MEPEHUS Ha YPOBHE
nonynsauuin OTAENbHbIX KETOK

Pucynox 18. Cpemnme 3HaYeHHS OTHOCHUTEIBHBIX CKOPOCTEH KOHKYPEHTHOTO
MOTJIONIEHUS HUTpaTa W MOYEBHHBI, a TaKXE€ IOTJIONICHUS HUTpaTa B OTCYTCTBHUE
MOYEBHUHBI, ONPEACICHHBIC C UCIOJIb30BAHMEM U3MEPEHUN HA YPOBHE MOMYJIALUN U Ha
YPOBHE OTACIBHBIX KIeTOK MeTooM NanoSIMS. CkopocTh morionieHus a30Ta HUTpaT-
HOHOB B OTCYTCTBHE MOYCBHHBI ObLa MPUHATA 32 €IUHHUILY, OTHOCHUTEIBHO Hee ObUIH
BBIPAKEHBI CKOPOCTHM KOHKYPEHTHOTO TOTJIOIICHUS HUTPaT-HOHOB W MOYEBUHBI.

[IpuBeneHsl cpeHrEe 3HAYEHUS IS SKCIIEPUMEHTAIBHBIX ITOBTOPHOCTEN S U 6.

3.4.2 T'eTepOreHHOCTH MOMYJIAIKKA P. MiNiMUM B OTHOIIEHUH MOTJIOIIECHUS U

ACCUMMJIAN WU ITUTATCIBbHBIX CY6CTpaTOB

OCHOBHBIM TMPEUMYIIICCTBOM MAacC-CIICKTPOMETPUU B HAHOMACINTA0E SBIISCTCS
BO3MOKHOCTh M3MEPEHUSI aKTUBHOCTHU OTJIEIHHO B3SATHIX KJIETOK. B HacTosimei pabote
JAHHBIM MeTOJ ObUT MPUMEHEH C IEIbI0 MCCICAOBAHUS TE€TEPOTCHHOCTH TIOIMYIISITUI
nuHodaareuissT P. minimum B OTHOIICHWH TOTJIONMICHUS W aCCUMHIIISAIIMA MOYCBHHBI,
HUTpAT- 1 OMKapOOHAT-NOHOB.

B xone ananm3za ObUTO MOKa3aHO, YTO YPOBEHH MOTJIOMICHHUS a30Ta W yriepojaa

OTAEIbHBIMHU KJIETKaMu P. minimum cyIiecTBeHHO BapbUPOBAJ B IIpe/ieiaX OHOW U TOH
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K€ IKcrepuMeHTanbHoN mnapawienu («MoueBuHa», «Hutpar», «Toiabko HUTpaTy)
(pucynkm 17, a—1, 19, a—¢), U 3Ta TETEPOreHHOCTh HEe ObLIA CBSA3aHA C HEJIOCTATOYHOU

TOYHOCTBIO MCTOAA, TAK KaK 3HAYUTCIbHO IIPCBLIIIAIA ITOTPCINHOCTD I/I3MepCHI/II71

(pucyHnok 19, a, 0).

a o
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[ ] ° ® «MO4YeBUHa»
A «HUTpAT»
117 111 A «TOMbKO
= ® 5 e HUTpaT»
S ° s
z 097 " Z09 .
= 3 A =
Z 07 ce 0, ° Z07 - ' o ®
0 & o . a®
- AAA A = o4, °
05 A adgles + 05 ° u "
' Alag %}AAA ' A * : e ad w{ 4 ] " &
P LY. g a2 2 o
e N R AR
0,3 +— - 0,3 — . . .
1,0 1,3 1,6 1,9 2,2 25 1,0 1,3 1,6 1,9 2.2 2,5
13¢C12C (%) 13¢/12C (%)
B r a e

Pucynok 19. I'eteporeHHOCTh mONyJsIui auHOdIare/uaT P. minimum B OTHOIICHUH
TIOTJIONIEHHsT HUTPAT-MOHOB, MOYEBUHEI U OMKAapOOHAT-UOHOB, BBIIBICHHAS METOIOM
NanoSIMS: a — oGoramenune oTaenbHBIX KieTok u3otonamu °N u BC, BeIpakenHoe
uepe3 ornomenuss PCBN/P2CUN u BC/2C, B kaxmoll M3 DKCIEPUMEHTAIBHBIX
napaJulesneii MoBTOPHOCTH 5; 6 — oboramieHye oTAeNbHbIX Ki1eTok usoronamu N u B¥C,
BeIpakeHHOE uepe3 orHomenus 2CPN/A2CUN u  BCA?C, B  kaxnoit wus3
SKCHEPUMEHTANBHBIX Mapajleleldl MOBTOPHOCTU 6 (KKOHTpPONLY» - Mapaielb 0e3
N00aBIICHHST M30TOIHBIX METOK; «TOJIBbKO HHUTpaT» — °N-mmtpar m ¥C-6uxapbomnar,
TIOTJIOIIEHHBIE KIETKAMH B OTCYTCTBHE MOYEBMHEI, «HHTparTy — “°N-mHutpar u BC-
OuKapOOHAT, MOTJIOIICHHBIE KJIETKAMU B MPUCYTCTBUM MOYEBHMHBI; «MOYEBMHA» - °N-

moueBrHa U 3C-6MkapOOHAT, MOTIIOIEHHBIE KIETKAMH B IPUCYTCTBHU HUTpATa; B —
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mMukpodororpadus kierok P. minimum B Y® cBere (31ech U Jajee MoKa3aHbl KJICTKU U3
mapajuIeNy «MOYEBHHA»); I — COIEPKaHue BTOPUYHBIX MOHOB 2CMN-, orpaxkaromee
pacnpeneneHre Ouomaccel Ha (uubTpe; A — noriomeHne °N-a30Ta MOYEBHHEL
BEIpakeHHOe uepe3 orHomenue ZCBN/2CMN7 e -  mormomenne BC-yrmepona
oukapOoHarta, BeIpakeHHOe uepe3 otHomenue BC/2C. Ornomenus 2CYPN/2CHN u
13C/*2C- mpusenens B mponenrtax (r-e). IlmaHkamu NOKa3aHbl OINMOKH W3MEpEHHMIA
MetogoM NanoSIMS (B GonbIIMHCTBE ciiydacB OHHU O4Ye€Hb Majbl). Cepble JUHUU
IIOKA3bIBAI0OT MaKCUMAIILHOE cojfepkaHue Tskenblx nzoronos PN u B¥C B knerkax us
KOHTPOJILHOM Mapaiuieny («KOHTPOJIb») 0€3 HCKYCCTBEHHOTO H0OABICHUS M30TOMHBIX

MCTOK.

Bonee Toro, pa3zHuiia B 000TameHny TSHKEJIBIMA H30TOITAMH OTJEIBHBIX KIETOK U3
Mapajyiesid, XapakTEePU3YIOUICKHCS HAWMEHBIIEH AaKTUBHOCTBIO W, CIIEJIOBATEIBHO,
HapOosiee OJNM3KMUMHU 3HAYCHUSIMH OOOTAICHUS ISl OTIACIBHBIX KJIETOK («HUTpAT»),
OblTa TOABEPTHYTA THIATEIHPHOMY CTAaTHCTHUYECKOMY aHAJM3y B COOTBETCTBHH C
pexomenpausamu [onepenkoro ¢ coaBropamu (Polerecky et al., 2012). B xone maHHOTrO
aHaJn3a, 3HAYCHHS 000TallICHHS TSHKEIIBIMU H30TOTIAMHU KaXKI0T0 MPOaHaIM3UPOBAHHOTO
CIosi OBLIM HWCIIONB30BAaHBI [IJI1 pacyeTa CpPEAHETro 3HA4YCHUs OOOTalIeHUS M ero
CTAHJAPTHOTO OTKJIOHCHHWS IS KaXJAOW KICTKH. Bce TonydeHHbIe 3HAYCHHS
CTaHJAPTHBIX OTKIOHESHUM JICXKAIM B Mpeiesiax N3MEPUTEIIBHOW MOTPEITHOCTH METO/IA.
CraTtucTryeckasl 3HAYUMOCTh PA3IMYHA MEXTY CPETHUMH 3HAUYCHUSMH JIJIS OTACITBHBIX
KJICTOK C OJIM3KMMHU 3HAYCHUSAMU OOOTAICHMS TSKEIBIMH HM30TOINAMH Oblja OIlCHEHA
MOCPEJICTBOM JUCIIEPCHOHHOTO aHajn3a, KOTOPBIH TOKa3all, 4TO Pa3Iudus MEXKITy
WHIMBUIYAIbHBIMH KJIETKaMU ObUTH BbICOKO 3HaunMbiMu (1-way ANOVA, p <0.0001).
ATIOCTEpHOPHBIN aHAIM3 C HCIOJb30BaHWEM KpHUTepHs THIOKM IOKa3all, 4TO JaXKe
HEOOJIBIITNE Pa3IM4Yusl JBYX KIETOK B OOOTAIICHUHM TSHKEIBIMA HM30TONAMH OBLITH
3HaunMbl nipu 95% ypoBHe nmoBepusi: paznuuus B 0.00635% u 0.01547% B ciyuae
o6oramenuns aromamu PN u 0.03607% u 0.06317% — B ciydae o6orameHus aToMaMu

13C B skCIIEpMMEHTAIBEHBIX TIOBTOPHOCTSIX 5 U 6, COOTBETCTBEHHO.
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YroObl 0OKa3aTh, YTO BBISBICHHAS TETEPOTEHHOCTh B OOOTAICHUH KIETOK
TSDKEJIBIMHA U30TOMaMK ObLTa CBsI3aHa UMEHHO C (PM3MOJIOTUUECKON TeTEPOreHHOCTHIO, a
HE SBISJIACh CIEACTBHEM  Pa3IMYHOTO pa3Mmepa KIETOK, ObLI  MIPEANpUHST
KOPPEJSIIIMOHHBINA aHaN3, KOTOPBIA HE BBISBHII KOPPEISAIINN MEXKYy pa3MepaMu KIETOK
¥ ux oborameHueM TskenabiMu usotonamu PN m C Bo Beex sKCIepHMMEHTANBHBIX
napaensx (koppensiuus Cnupmana, -0.304 > r < 0.004, p > 0.05), kpome napasienu
«Hutpaty, B cirydae KOTOpoi HaOIr0Aanach O4eHb clladasi OTpUIaTeIbHAS KOPPEIISAIIU S
MEXKIy Pa3MEPOM KIIETOK M MX oOoramenueM atomamu BC (koppensuus Criupmana, I =
-0.383, p = 0.017) (pucynok 20). Takum oOpa3oMm, pa3iIMUHbIE YPOBHU OOOTAIICHUS
KJIETOK TSDKEITBIMH M30TOIMAMH HE MOTJIH OBITh OOBSICHEHBI PA3IHYUSIMH B pa3Mepax
KJIETOK ¥ OBLJIM CBSI3aHBI C Pa3HUIIEH B CKOPOCTH TOTJIONMICHUS U aCCUMUJISIIUN MEYCHBIX
MUTATENBHBIX CyOCTPaTOB.

Camplii BBICOKHMH yPOBEHbB IOTJIOMICHUS MUTATEIBHOTO CyOCTpaTa OTACIBHBIMU
KJIETKaMH TIPEBBIIIAI CaMblii HU3KUIM HAOJIOaeMblii YPOBEHb B JCBATH pa3 B Cllydae
MOYEBHHBI, B CEMb pa3 B ClIydyae HUTPAT-MOHOB M B JIECATH pa3 B cilydae OMKapOOHAT-
noHoB (pucyHok 19, a, 0). B kauecTBe OTHOCHTEJIHHOIO MapameTpa OIMHUCATEIBHON
CTATUCTUKH, XapaKTEPHU3YIOIIETO TeTEPOreHHOCTh TMOMYJSIUN, OBLT HCMOJIb30BaH
koddpumment Bapuanmu (CV). s pacuera xodddunuenta Bapuanun CVy u CVc
3HaueHus ooOorameHus kierok wusortomamu N u 3C, cooTBeTcTBEHHO, OBLIH
HOPMHUPOBAHBI HA €CTECTBEHHOE pacnpeenenue n3oronos PN u ¥C nyrem BeramTanus
U3 HUX CpPEIHEro 3HaueHWs OOOTalIeHHs KIETOK W3 KOHTPOJBHON mMapajuielid, He
collepKalieid HMCKYCCTBEHHO JIOOABIEHHBIX TSKENBIX M30TOMNOB. [lomydeHHbie
KO2((PUITMEHTHI BapHalMK JJIS BCEX SKCIEPUMEHTANBHBIX Tapayieiel MpUBEACHBI B

tabmnurze 4.
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Pucynok 20. Koppemsinus Mexay pasMepoM Kietok P.minimum u ux oboraiieHuem
15N 13C . _
M30TOINAaMH a30Ta (cieBa) W M30TOMAMHU YIJepojia (cpaBa): a — mapajuieb
«MOYEBHUHAY; 0 — apalJIesib «HUTPAT»; B — MMapajuielb «TOJBKO HUTpaAT». Pazmep KieTok
BBIPAKEH KaK JUAMETP KPYTa, COAEPIKAIIETO TO Ke KOTUISCTBO MUKCEIEH, YTO 1 00J1aCTh

untepeca (OUM), omnpeneneHHas B mpouecce o00padoTku gaHHbIX NanoSIMS.
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CratucTryeckue [aHHbIE MPUBEACHbBI B IMPaBOM BEPXHEM YLy Kaxaoro rpaduka

(xoppemnsiius CiupMaHa).

Tabnuna 4. KoapduurenTsl Bapraly Kak MoKa3aTead reTepOoreHHOCTH MOy B
oTHoIIeHny roriomenus azora (CVy) u yrinepona (CVc), paccuntaHHbIe 1T KaXI0H 13

SKCIICPUMCHTAJIBHBIX Hapaﬂﬂeﬂeﬁ.

DKcIepruMeHTaIbHAS
CVn CVc
napasuiesb
«MoueBHHA» 0.61£0.09 (n=2)
0.51+0.17 (n=4)
«Hurpar» 0.54+£0.05(n=2)
«TOJIBKO HUTPAT» 0.53+0.12(n=2) 0.54+0.02 (n=2)

[IpumeyaTenbHO, UTO HE OBLIO OOHAPYKEHO KOPPEISAIUU MEXKITY KOHKYPEHTHBIM
MOTJIONICHUEM MOYEBHHBI WM HUTPAT-HOHOB W TIOTJIONICHHEM HOHOB OmkapOoHaTa
(xoppemsiiust Cniupmana, I = -0.042, p = 0.824 ur = 0.175, p = 0.293, COOTBETCTBEHHO)
(pucynok 21, a, 6), a CTAaTUCTUYECKM 3HAYUMAas KOPPENSALMS MEXKIY IOTJIONCHUEM
HUTPAT-HOHOB B OTCYTCTBHE MOYEBHUHBI W TIOTJIONIEHWEM OWKapOOHAT-WOHOB ObLia
ciaboit (koppensinus Criupmana, I = 0.379, p = 0.013) (pucynok 21, B). Unbimu cioBamu,
KJIETKH, KOTOPBIC TIOTJIONIAIM a30T MOYEBHHBI WM HUTPAT-HOHOB C HaWOOJbIICH
CKOPOCTBIO HE 00s3aTeIbHO OBUTM CAMBIMH AKTUBHBIMH B OTHOIICHUM TOTJIOIICHUS

MOHOB OukapOoOHaTa.
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Pucynok 21. Koppensuus mexay oboraimenneM Ki1eTok P. minimum usoronamu B*C u
®N: a — mapamnens «Mo4yeBuHa»; 6 — MapajIeNb «HATPAT»; B — IApalIeh «TOJIBKO
HuTpar». CTaTUCTUYECKHE AaHHbIE NPUBEIACHBI B IPABOM BEPXHEM YINIy KayKIOro

rpaduka (koppensiuusa Cnupmana).
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[Toxanyii, Hanbosee MHTEPECHBIM pe3ynbTaToM aHaimuza metogoM NanoSIMS
CTaJl0 BBISBIIEHWE TOTO, YTO WHTHMOMPOBAHME TIOTJIONICHUS WMOHOB HHUTpaTa B
NPUCYTCTBHM MOYEBHUHBI HE OBLIO OJMHAKOBBIM IS pa3HbIX KieTok. [Ipumepno y 30%
KJIETOK TOTJIOIIEHUE HUTPAT-HOHOB ObUIO MOJHOCTHIO MOJABJIEHO: 00OralleHue TaKux
KIeTOK mM3oTomamMu °N He oTiamuanoch or KoHTtpons (pucyHok 19, a, 6). Baxuo
OTMETUTh, YTO TMOAABIIAIOIIEE OOJBIIMHCTBO TAaKUX KIETOK IOIJIOMIATIO HOHBI
OukapOoHaTa, TO €cTb OHM ObulM MeTaboiauuecku akTHBHBL Okono 50% kinerok
MOTJIONIAId HUTPAT-UOHBI CO CKOPOCTBIO, KOTOpas COOTBETCTBOBAJia HAaWMEHBIIEH
CKOPOCTH MOTJIOIIEHUSI 3TOT0 aHHOHA B OTCYTCTBHUE MOYEBHHBI MPUMEPHO MOJIOBUHOU
KJIETOK B mapaienu « Tonbko HuTpat». Takum 00pa3om, HEIb3s UCKITI0YaTh TOTO, YTO Y
YaCcTH KJIETOK MOTJIOLIEHNE HUTpaTa He ObLIO T0JIaBJIEHO Mocie J00aBIECHUS MOYEBUHBI.
[Tpu 3TOM ypOBEHb MOTJIOLIEHUS MOYEBHMHBI HEKOTOPHIMHM KJIETKAMHM HE IpEBbILIAI
YPOBHSI TIOTJIONIEHUSI HUTPAT-UOHOB, HECMOTPS HA TO, YTO CPEAHsSI CKOPOCTh
NOTJIOUIEHHUSI MOYEBHUHBI JUHO(DIIAre/uIsiTaMu, MOTy4eHHAsi IyTeM YCPEIHEHUs 3HaUCHUN
JUTSL €AMHUYHBIX KJIETOK I TPYIIOBBIX U3MEPEHUH, BCer/ia ObUTa 3HAYMTENLHO BHIIIIE

CpEeaHEN CKOPOCTH MOTJIOMIEHUS] HUTPAT-UOHOB.
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I''TABA 4. ObCYXXJIEHUE

4.1 Mo4eBHHA H INIMIMH KAaK HCTOYHUKHU a30Ta 1Jisi AuHOaareaaT P. minimum

CrniocobHOCTh ArHOGUIAareIuIaT P. minimum, aganTupoBaHHBIX K POCTY HA HATpPAT-
MOHAX, OCYIIECTBIISATh TPAHCTIOPT MOYEBUHBI M TIIUIIMHA B KJIETKY YK€ B TIEpBBIC /[Ba Yaca
TIOCTIE TTOSIBJICHUSI TUX BEIIECTB B CPEJIE CBUICTEIBCTBYET O HATMYUU Y HUX OBICTPOTO U
3G ()EKTUBHOTO MeXaHW3Ma aKTHUBAIlMM HEOOXOMWMBIX i d3Toro OenkoB. B
COOTBETCTBUM C TIOJYYECHHBIMH HA CETONHSIIHUHN JI€Hb NaHHBIMH, Y MHOTHX BHIOB
TUHODIIATSIUTST PETYIISIHS SKCIPECCUH I'eHOB, BOBJICYCHHBIX B KITIOUEBBIC KJICTOYHBIC
IPOIIECCHI, OCYIIECTRIICTCS Ha MOCTTpaHCKpunuoHHoM ypoBHe (Morse et al., 1989;
Van Dolah et al., 2007; Brunelle, Van Dolah, 2011; Morey et al., 2011), yto MoxeT
3HAYUTEIILHO COKpaIaTh BpeMs, KOTOpOe TpeOyeTcs At (PU3NOJIOTHISCKOr0 OTBETA Ha
TE€ WK WHBIE CTUMYJIBI. KpoMme Toro, Bo3MOKHO, O€TTKH, HE00X0JUMBIC JUISl TPAHCTIOPTa
U aCCUMWJISAIMM MOYCBHMHBI M TJHUIIMHA ITOCTOSHHO OJKCIPECCHUPYIOTCS B KIIETKaX
P. minimum. B mo:1p3y 3TOro npeanoioKeHus TOBOPSAT JaHHBIE 00 ypea3HO aKTHBHOCTH
y 3TOro BHJa AWHOQIAreUAT. B HECKOJIBKHUX HE3aBUCHUMBIX HCCIICIOBAHHSIX OBLIO
MOKa3aHO, YTO YPOBCHb YpEa3HOW AaKTUBHOCTH HE OTIMYAICA Yy JAMHODIIAresuIsT
P. minimum, BeIpamieHHBIX Ha HHTpaTe ¥ MoueBuHe (Dyhrman, Anderson, 2003;
Solomon, Glibert, 2008; Liu et al., 2015). Ognako 11st OBICTPOro OTBETA Ha ITOCTYILICHHE
B Cpely HOBOIO HMCTOYHHMKA a30Ta TaKXKe HEOOXOAMMO ITOCTOSHHOE MPHUCYTCTBHE
COOTBETCTBYIOIIUX  TPAHCIOPTEPOB B  IUIA3MATHUYECKOH MeMOpaHe WM  UX
He3aMe TUTEIbHAs IOCTaBKa B MeMOpaHy. B HacTosIee BpeMs JaHHbIC 00 SKCIPECCHU
TPAHCIIOPTEPOB MUTATEILHBIX CYOCTPaTOB Y IMHO(IIArSIUIAT KpaliHe cKyaHbl. HemaBHO
ObLJIO MOKa3aHo, 4To Oenok-Tpancroptep Hutpata NRT2.1 mpucyTcTByeT B KJIETKax
muHodmaremst Lingulodinium polyedrum He3aBrCHMO OT yCIIOBHEH OCBELIEHHOCTH,
XOTs TIOTJIOIIEHUE HUTPAT-HOHOB POMCXOIUT MpermMyIiecTBeHHO Ha cBeTy (Bellefeuille,
Morse, 2016).

B Hammx skcrnepuMeHTax KISTKH P. minimum moriomiany MOCTYNMHUBIIANA a30T

MOYCBHHBI U I'JIMIIKMHA C BBICOKOM CKOPOCTBIO JaXKC B YCJIOBUAX H3HAYAJIBHO BBICOKOM
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KOHIICHTpAIlMU a30Ta (HUTPAT-UOHOB) B cpene. TakuMm oOpa3oM, OHU C OOJBIION
BEPOSATHOCThIO OYIyT IMOTJIOMATh a30T 3THX OpPraHWYECKHX CyOCTpaToB W B
€CTECTBEHHBIX 3KOCHCTEMAX, KOTOPHIE, KaK MPaBUIIO, XapaKTePU3YIOTCS HEJOCTATOUHBIM
COJIEp)KaHUEM a30Ta, JOCTYIMHOTO JJI aCCHMIJIAIMHU, a TakKe B ABTPO(OUPOBAHHBIX
BOJIaX, HACBIIICHHBIX aHTPOIOTEHHBIMH a30TCOACPKAIIMUMHU COSAMHCHUIMH. [Ipu 3TOM,
HE3aBHCHUMO OT ITEPBOHAYATIHFHOTO a30THOTO CTaTyca YKOCUCTEMBI (HEIOCTATOK a30Ta UK
ero M30BITOYHOE COACpKAHKE), MTOT0OHBIE TIOCTYIUICHUSI OPTAaHUYECKUX COSAMHCHUN B
Cpeloy CieayeT paccMaTpuBaTh Kak (DaKTOpBI, CHOCOOCTBYIONIMEC WHHIIMANANA U
nponudepanuy 1BeTeHUd. B cimydae pocra muHOQIIAreIAT, JUMUTHPOBAHHOTO IIO
a30Ty, INPUBHECEHUE JIOTOJHUTEIBHBIX HCTOYHMKOB 3TOTO 3JCMCHTA IPHBEICT K
YBEIIMYCHUIO CKOPOCTH POCTa TMOMYJISIMA W CKOPOCTH (PUKCAIUH HEOPraHU9IECKOTrO
yriaepoaa. B ciaydae pocta auHOGMIAreuIAT B YCIOBHUAX, XapaKTCPU3YIOIIHXCS
U30BITOYHBIM COJICP)KAHHEM a30Ta, IOSBJICHUE MOYCBHHBI HJIM TJIMIIMHA BBI30BET
HecOamaHCUPOBAHHOE TOTJIONMICHUE 3THX CYOCTpaTOB JUHOGIATSIUIATAMHU U 3allacaHue
a30Ta B UX KJIeTKaX. Pa3Hble BUABI AMHOMIAre/UIAT CIIOCOOHBI 3alacaTh Kak HATPAT, TakK
u moueBuny (Flynn, 1990; Lomas, Glibert, 2000; Solomon, Glibert, 2008; Kopp et al.,
2013); hopMupoBaHue 3armacoB a3oTa ObIJI0 KOCBEHHO MOKa3aHO U B HACTOSIIIEH paboTe.
Hy>XHO OTMETHTH, YTO BHYTPHKJICTOYHBIC 3amachl MOTYT HUIpaTh BaXKHYIO pOJIb B
MECTOOOMTAHUSAX CO CHOPAAMYSCKUMH TIOCTYIUICHUSIMU a30Ta: TIPU CHIDKCHUH
KOHIICHTPAITUH a30TCOICPIKAIUX CyOCTPaTOB B Cpeie, BHYTPUKIICTOUHBIC 3a11aChl MOTYT
CIIy’)KHTh MCTOYHHMKOM a30Ta JUIs MOJIepKaHHus CKopocTH pocta monyisiuu (Fujita,
1985; Smayda, 1997). B atom ciyuyae, HECMOTPSI Ha HEIOCTATOYHOE COJIEPIKAHKE a30Ta
B BOJIC, MOKET HaOJII01aThCs mpoindepariys [BETCHHUS.

B 1abopaTopHBIX SKCIEPUMEHTAX ¢ MOHOKYJIBTYPOH auHodarewiaT P. minimum
OBLIO TIPOJAEMOHCTPHUPOBAHO, UTO MOYECBHHA SBJIICTCS TIPEIIMOYTUTESIIEHBIM HCTOYHUKOM
a30Ta IS 3THX MHUKPOOPraHU3MOB II0 CPAaBHEHHIO C HHUTpaT-HOHAMH, Korja oba
cyOCTpaTa MPUCYTCTBYIOT B PaBHOM IO a30Ty KOJIMYECTBE B YCIOBHUSX H30BITOYHOTO
comepxkanus azora B cpeae (Matantseva et al., 2016a). Dtu naHHBIE COTIACYIOTCS C
WCCIICIOBAaHUSIMM, IMTPOBEICHHBIMA Ha MPHUPOIHBIX COOOIIECTBaX (DUTOIIAHKTOHA BO

BpeMs I[BETCHHs P.minimum, KoTOpble MMOKa3alid, YTO MaKCHMAalbHbIE CKOPOCTH
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MOTJIONICHHUSI MOYEBHHBI MPEBBIMIATH MaKCUMalbHbIE CKOPOCTH TMOTJIOMIEHUS HUTpATa
(Fan et al., 2003b). IlpumedarenbHO, YTO B HAIIUX DKCIEPUMEHTAX CKOPOCTh
MOTJIONICHUSI MOYEBMHBI, BBIp@XEHHAs Yepe3 MacCy a3oTa, MpeBbIIIana CKOPOCTh
KOHKYPEHTHOTO TIOTJIOIICHHSI HUTPAT-HOHOB MPHOIM3UTEIBHO B 2 pa3a, B TO BpeMs Kak
MOJISIPHBIE CKOPOCTH TIOTJIONIEHUS dTUX CYOCTpaTOB OBLTH PaBHEI (PUCYHOK 7, a, 6). T0
CBUCTEILCTBYET O TOM, YTO TOTJIONICHHE MOYCBUHBI, KaKIas MOJIEKyJa KOTOPOU
COJICP)KUT JBa aToMa a3oTa, 0oyiee BBHITOAHO IO CPABHEHHUIO C TOTJIOIMIEHHUEM HOHOB
HUTpATa C TOUKH 3pEHUS 3aTPaT SIHEPTUU, HEOOXOAUMBIX SISl TPAHCIIOPTA OJJTHOTO M TOTO
K€ KOJIMYECTBA a30Ta B KJIETKY. B cBOI0 ouepenb, IIHUIMH, COAEp KaILUN JUIIb OAUH aTOM
a30Ta, TakKe TOMJIOMIANCA KIETKaMU CO CKOPOCTBIO, TMPEBBIMIAIONIEH CKOpPOCTD
TpaHCIIOPTa MOHOB HUTpaTa B JBa pa3za (pUCYHOK &, a, 0). bosiee BbICOKasi CKOpPOCTh
NOTJIOUIEHHs] TJIMIMHA MOXET ObITh CBsi3aHa Kak C OOJBIIMM  KOJMYECTBOM
TPAHCTIOPTEPOB ATOTO BELIECTBA B MEMOpaHe, Tak U ¢ OOJIBIIEH CKOPOCTHIO PabOTHI ATUX
TPAHCIIOPTEPOB.

B3aumooTHOIIEHUST MeEXAy TMOTJONMEHHEM pPAa3NYHBIX MCTOYHHUKOB a30Ta
U3yYeHbl HEIOCTaTO4HO. 3BecTHO, YTO HMOHBI aMMOHHUSI WHTHOMPYIOT MOTJIOIIECHUE
HUTpaT-uoHOB auHoduaretstamu P. minimum (Lomas, Glibert, 1999; Glibert et al.,
2016) u noromenne MoueBrHbI AuHOGaareuatramu Alexandrium catenella (Jauzein et
al., 2008), HO 10 cuX MOp HE OBLIO MONyYEeHO MH(POPMALUU O BIMSHAUW MOUYCBUHBI U
IJIMIMHA Ha KOHKYPEHTHOE MOTJIOLIEHNEe HOHOB HUTpaTa. B HacTosmieil paboTe BrepBble
MIOKa3aHO, YTO TIOTJIONIEHHE WOHOB HHUTpaTa KieTKamu auHoduaremwsat P.minimum
YaCTUYHO MOJABJsICTCs B mMpUCyTcTBMM MoueBHHBI (Matantseva et al., 2016a). Dtu
pe3yabTaThl COTJIACYIOTCA C JaHHBIMH 00 HMHTHOHMPYIOIIEM JEHCTBUM MOYEBHHBI Ha
aKTUBHOCTH (pepMeHTa HUTpAT-peayKTas3bl y nuHoduaremiat Akashiwo sanguinea (Liu
et al., 2015). Takum 0Opa3oM, MOYEBHMHA BIIMACT HA MPOIECC ACCHMUJISALIMA HUTpAT-
MOHOB KaK Ha CTaauu ero (pepMEeHTAaTHBHOTO BOCCTAHOBJICHHs, TaK M Ha CTaJUU
TpaHCNIOpPTa B KJIETKU. MOUYEBHHA MOXKET HANPSIMYIO BIMATH Ha pabOTy TpaHCIOPTEPOB
HUTPAT-UOHOB, TOCKOJIbKY U TpaHcnopTepsl MoueBuHbl DUR3, 1 Tpancniopteps! HUTpaTa
NRT2, oOHapykeHHBIE B TpaHCKpumnTomax P.minimum, (QyHKIMOHHPYIOT KakK KO-

TpaHCHOpTepsl ¢ mporoHaMu H' u TakuM 00pa3oM KOHKYPHUPYIOT 3a DSHEPIHIO
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IIPOTOHHOI'O 3NeKTpoxumuueckoro morennuana (Liu et al, 2003; Miller et al., 2007;
Wang et al., 2010). DxkcnepuMeHTanbHO OBLUIO TIOKa3aHO, YTO YMEHBIICHHUEC
TPaHCMEMOPAHHOTO TOTCHIMANAa BEIET K CHIDKCHHIO aPUHHOCTH TPaHCIIOPTEPOB
NRT2 y pacrenuii (Zhou et al., 1998). Takum oOpa3om, akTHBAIMs TPAHCIOPTEPOB
DURS3 B mnpucyTCTBHH MOYEBHHBI MOXKET MPHUBOAWTH K CHIKCHHIO 3(()EKTHBHOCTH
(YHKIIMOHMPOBAHUS TPAHCIIOPTEPOB HUTPAT-HOHOB. KpoMe TOro, MOTJIONICHHE HOHOB
HUTpaTa MOXKET OBITh IMOJABJICHO HE MOYCBMHON KaK TaKOBOW, a MOHAMHU aMMOHWUS,
BBICBOOOJKTAIONITUMHICS B IPOIIECCE €€ ACCHMUJISINH, TaK KaK HHTHOUPYIOIIee eHCTBUE
WOHOB aMMOHHS Ha TPAHCIIOPT HUTPAT-HOHOB OBLIO TMOKa3aHo panee (Lomas, Glibert,
1999; Glibert et al., 2016). B Ttpanckpunromax P.minimum oOHapyXeHBI
MIOCJICI0BATEILHOCTH, KOJUPYIOITHE (PepMEHT ypeas3y, OCYIIEeCTBISIONUN pacIieIICHUE
MOYEBHHBI ¢ 0Opa3oBanueM aByx noHoB NHs" (Mobley et al., 1995; Strope et al., 2011),
B pE3yJIbTATE Yero BO BPeMsI pOCTa Ha MOUYCBHUHE BHYTPHUKIICTOYHAS KOHIICHTPAIINS HOHOB

aMMOHHS MOXKET OBIThH JOBOJIBHO BBICOKOH.

4.2 Poib MOYEBHHBI U TJIHIIMHA KAaK HCTOYHUKOB yrjiepoaa ajias P. minimum

doTtocuHTE3WpyIONME  TUHOGIATeIIATE, 03  COMHEHHUS,  HCIOJIb3YIOT
pPacTBOPECHHBIE OpraHUYECKHE BEIECTBA B KAuyeCTBE WCTOYHHUKOB a30Ta ISt
OMOCHHTETUYECKUX TPOIIECCOB, OJTHAKO POJIb YriepoJia ITHX BEIIECTB B UX NMUTAHUU
U3ydeHa HEIOCTATOYHO. B oTiamyme OT a30Ta, yriaepoJ MOCTOSHHO MPHCYTCTBYET B
MOPCKOM BOJIe, TJIaBHBIM 00pa3oM, B HeopraHuueckou Gopme OukapOOHAT-HOHOB B
OYEHb BHICOKOM KOHIeHTpauuu — 2-2.2 mmonas it (Stoll et al., 2001), mostomy oH
HUKOT/Ia HE JIAMUTHPYET POCT MHKPOOPTAaHU3MOB, OCYIIECTBISIOMUX (HOTOCHHTE3. Tem
HE MEHEE, BOMPOC O TOM, SIBISIOTCS JIM PACTBOPEHHBIE OPTraHWYECKHUE BEIIECTBA
JOTIOJTHUTEIPHBIM HMCTOYHUKOM yTJIepoja Ui MHKCOTPO(HBIX MPOTHCTOB, OCTACTCS
OTKPBITHIM.

MBI HCIIOIB30BAIM MOYEBHHY U TJIMLUH, MEYCHBIC CTAOMIBHBIMU H30TOmamu 3C,
9TOOBI MPOCIIEAUTH CYABOY YIJIepo/ia dTUX BEIIECTB. DKCIIEPUMEHTHI IMOKAa3aau, 4TO U

yriaepoa MOYCBUHEL, U YIJTICPO/ I'NTMIIMHA, ITOTJIONICHHBIC KIICTKAMUA, COCTABJISAJIN HE Ooiee
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0.5-1.5% oT HeopraHu4ecKoro yriepoja, MorjiolieHHOro MU B ¢opMe OnKapOoHaT-
noHoB (tabmumma 2). Ilpu sTtom ObLIO OOHApYXeHO, 4YTO KiIeTkm P.minimum
accuMuiIpoBaiy B 20 pa3 MeHbIIE YIJIepoJa MOYEBUHBI U B 14 pa3 MeHblIe yriepoaa
TJIMIIMHA TI0 CPABHEHHUIO C YPOBHEM ACCHUMMJISIIUHU, OKUIAAEMBIM B COOTBETCTBHH CO
CTPYKTYypol ux Mmoiiekyl (pucyHku 7, 8). Ecinm Obl yriaepoa M a3oT 3TUX BEIIECTB
ACCHMIJIMPOBAJINCH B PAaBHOU CTETICHH, TO OTHOIIICHHUE MOTJIOIIEHHOTO a30Ta K YTIIEPOIY
cocTaBisuio Obl 2:1 B ciaydae MoueBUHBI M 1:2 B ciiydae mmnuHa. TakuMm oOpa3oM, B
HacToAlel paboTe TMOKa3aHO, YTO a30T M yrjiepoJd MOYEBHHBI M TIUIMHA
ACCUMWJIMPYIOTCS KJIeTKaMu P. minimum B pa3HO# CTENeHH, TO €CTh MPOMCXOIHUT
pa3o0IieHne acCUMWISIIIAM a30Ta M yriepoja 3TUX OpPraHMYeCKHX CyOCTpaToB.
Pazobienne acCuMIWIALINY a30Ta U yIiepo/ia MOYEBHHBI U TIIMIIMHA, BEPOSTHO CBSI3aHO
C MeTabOJIM3MOM ATUX COCAMHEHUH B KJIETKAaX AUHO(IIAre AT,

JlunodnareuisiThl CIOCOOHBI PACHICIIATh MOUYEBUHY HaA YIJIEKUCIBIA a3 (MOHBI
OukapboHaTa) M HOHBI amMMOHMs. Peakuus ¢ 00pa3oBaHMEM JJaHHBIX MPOAYKTOB
KaTajgu3upyeTcss PepMEeHTOM ypeazoil U aMHUI0IMa301 MOYEBUHBI (MM TOMOJIOTOYHBIM
¢l KOMITJIEKCOM M3 JIByX OCJIKOB — aMHua3bl U KapOokcuia3sl MoueBuHBI) (Mobley et al.,
1995; Strope et al., 2011; Witte, 2011). B nuteparype 3Ty peakinio 4acTO Ha3bIBAIOT
ypea3HOi Ha OCHOBaHHH TOTO, YTO ype3a IIUPEe pacimpoCcTpaHeHa CPEAH OJHOKIETOUHBIX
HYKapHoOTOB, YeM aMHUJ0JIMa3a MOYEBUHBI M TOMOJIOTUYHBIE €l (epMaHThl aMuaza u
kapOokcuiaza moueBuBuHbI (Fan et al., 2003a; Solomon, Glibert, 2008). Tem He MeHee,
70 CUX TOp OeNOK, KaTATM3UPYIOMIMA pacllelIeHne MOYEBUHBI CBOOOTHOKHUBYITUMHU
nuHodIareusiTaMu, He ObUT uaeHTuduiupoBaH. B HacTosmel paboTe ¢ MOMOIIBIO
aHaM3a TPAHCKPUNTOMOB jauHOduareuaT P.minimum moka3aHo, 4YTO OHH
JICHCTBUTENILHO 00J1a1a10T ypeasoi (tadmuia 3, pucyHok 15, B). B pesynbpTaTe ruapomsa
MOYEBHHBI, ocyIiecTBasieMoro 3tuM ¢depmentom (Roon, Levenberg, 1972; Solomon et
al., 2010), yrnepoa moueBuHBI BbicBoOOXaeTcst B opme CO, (HCO3) m mokumaer
KJIETKY, CMEIINBAsICh C HEOPraHMYECKUM YTIIEPOAOM, COAEPKAIIUMCS B MOPCKOW BOJIE

(pucyHok 22, a).
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a
NH,-CO-NH,+H,0 —— 2NH,+ CO,
mo4yesuHa
NH,* CcoO
6 ,4\ ®/ g @ cepuH
*NH;-CH,-COO" + THF > CHyTHF ———  *NH;-CH,-COO
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|
e/TUYyuH
4 OH
%
COZ - o @ NH4
:: Unkn Kpebca «=--- Auetun-KoA 07— OH-CH,-CO-CO0
co, « nupysam
co,

Pucynok 22. Ilytm merabonu3ama MoueBWHBI (a) W mmiuHa (6) y P.minimum B
COOTBETCTBUM C TPAHCKPHUIITOMHBIMH JTaHHBIMU. KpacHBIM B ()HOIETOBBIM 0003HAYCHBI
HIEpBBIC aTOMBI YTIIepo/ia, TOIyObIM U 3elieHbIM — BTOpbIe. (1) — pepmenTsl KomIuiekca
JeKapOOKCHIMPOBAHUS MIHINHA; (2) — cepuH-THApOKCUMeTHATpaHcepasa; (3) - cepuH-
nerujaparasa (cepuH-panemasa); (4) — nupyBaTAeTHApPOreHa3Hbld komiiekc. THF —

TeTparuipodoar.

B xome wmerabonusma TraunMHA C  TIOMOINBIO  OCJIKOB  KOMILJIEKCA
NeKapOOKCHUIMPOBAHUS TJUIMHA TakK)Ke MPOUCXOAHWT 00pa3oBaHUE HEOPTaHUYIECKOTO
yriaepojaa u3 yriiepoja KapOOHHILHOM TPyl MmirHa (pucyHnok 22, 6) (Douce et al.,
2001; Schulze et al., 2016), yto, BepOSITHO, SIBJIICTCS MPUIUHON OOJIee HU3KOTO YPOBHS
ACCUMHJIAILIMK 3TOro aTtoMa yriepoaa (Ci) Mo CpaBHEHHIO CO BTOphIM. BTopoii atom
yraepoaa mmnuHa (Cz) B pe3yiapTaTe peaklydd C €IIe OJHOW MOJICKYJIOW TIIMIIUHA
OKa3bIBaCTCSI B COCTaBE CEpWHA; JaHHAS PEaKIUs KaTalu3UPyeTcs CepHH-
THJIpOKCHUMeTHATpaHcdepa3oii. B cBolo ouepenb, CepHH SBISCTCS CyOCTpaToM Uis
CepUH-ACTUApPATA3bl, WU CEPUH-palleMasbl, KaTaIM3upyoIell o0pa3oBaHHUe MUPyBaTa ¢
BBICBOOOJKICHUEM €Il OHOr0 HoHa aMmMoHus (pucyHok 22, 0) (Hildebrandt et al., 2015).

[TupyBaT MOKET OBITH BOBJIEUEH B pa3JINUHble OMOXUMUYECKUE MTYTH, OJJHUM U3 KOTOPBIX
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ABJIIETCSI €ro OKucieHue 10 anetwi-KoA nupyBarneruaporeHa3HbIM KOMILIEKCOM
O€NKOB, C MOCIEAYIOIMINM OKHUCIeHHEeM aneTuia-KoA B mukie TpukapOOHOBBIX KHCIOT.
AToM yriepoja B HeOpraHudeckoil popme, BHICBOOOKIAIOIMIMNCS B XOJE OKHCICHUS
nupyBara 1o aneTi-KoA, mpoucxoaut u3 mepBoro aroma yrieponaa (Ci) MOJICKYJIbI
rnuHa (pucyHok 21, 6), uTo Takke BeAeT K 0ojiee HU3KOMY YPOBHIO aCCUMMIISIIUU
aToMa KapOOHWJIHHOM IPYIIIIBI TTUIMHA KJIETKAMH TUHO(MIATreIUIsT.

PazoOuienne accMMUISIIMUA a30Ta U YIJIEpOJa OPraHMYECKHX MUTATEIbHBIX
CyOCTpaToB UMeEET OOJBIIIOE SKOJIOTHUECKoe 3HaueHre. Kietkam HeoOX01MMO MoTy4aTh
OIIpe/IeNIEHHOE KOJIMYECTBO a30Ta AJIs MOIEP KaHUs poCcTa U npoaudepaluy, 1 B ciiydae
TUHO(DIAreUISIT UCTOYHUKAMH 3TOTO a30Ta MOTYT OBITh KaK HEOPraHWYECKUE, TaK U
oprannyeckue coeaunenus. [1o cpaBHEHHIO ¢ pOCTOM Ha HEOPTaHUYECKHX MCTOYHHUKAX
a30Ta, pocT (POTOCHHTE3UPYIOMUX AUHO(IATEIUIAT HA MOUYEBUHE WM TJIMIIMHE MOXKET
IPUBOJIUTH K CHIDKEHUIO A(P(EKTUBHOCTH BBIBEICHUS HEOPTaHUYECKOTO YTIIEpoJa W3
OKpY>KaroIllel cpeibl, TIOCKOJIbKY HEOPTaHUYECKUH YIIIEpO/] BBICBOOOXKAAETCS U3 KIETKU
B IIPOIIECCE METa0O0M3Ma ITUX BEHISCTB (Tadymma 5).

NupiMu coBamu, pa3oOIeHHas acCCHMHIISIUS a30Ta M yriepoJa MOYEBUHBI U
IJIMIUHA MIPEACTaBIsAET COOOM TOMOTHUTENbHBIN MyTh MUHEPATU3ALUU OPraHUYECKOTO
BEIIECTBA, HANPSIMYIO HE CBSI3aHHBIA C JblxaHueM. [IpuHMMas BO BHHMaHHE
MOBCEMECTHYIO 3BTPO(UKAINIO MPUOPEKHBIX 3KOCHUCTEM, BEAYUIYIO K IOBBIIIECHUIO
KOHIIEHTPAllU PACTBOPEHHBIX OPraHUYECKUX BELIECTB B BOJIE U PACHPOCTPAHEHUIO
TuHO(DIaremwsIT, a TakkKe MPEeANOYTUTEIHbHOE  HCIOJNBb30BAaHHE  HEKOTOPHIMHU
nuHOGIareuIsITaMi a30Ta TJWIMHA U MOYEBUHBI MO CPaBHEHUIO C MOHAMM HHTpPATa,
ClIeyeT OXHAaTh, YTO JAHHBIA MyTh MHUHEPAIHU3AINHA PACTBOPEHHBIX OPTraHUYECKHX
BEILIECTB MOXET MpuodpecTu Oojbliiee 3HaUeHHWEe B Oyaymiem. Takum 0o0pa3oMm, poct
(bOTOCUHTE3UPYIOUTNX AUHODIATEIUIAT HA MOYEBHHE U TJIUIIMHE B KAYECTBE HCTOUHHUKOB
a30Ta ClIeJyeT paccMaTpuBaTh, Kak (pakTop, OKa3bIBAIOIIMIA CYIIICCTBEHHOE BIMSHUE Ha

JIOKaJbHBIC U TIT00ATBHBIN [UKIJIBI YTJICpoaa.
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Tabnuma 5. PacyetHoe cHmwkeHHe S()PEKTUBHOCTH BBIBEICHHUS HEOPraHUYECKOIO
yriaepoaa KietkaMu P. minimum u3 okpysKaroIiei cpeasl MIPH POCTE Ha OPTaHHISCKUX

cyOcTpaTax Mo CpaBHEHHIO C POCTOM Ha HEOPTraHMYECKOM HCTOYHHMKE a30Ta. 3HAYCHHS

CKOpPOCTEH IIOTJIOIIECHMsI TPUBEACHBI JUIA COOTHOLIEHUS a30Ta U YIJEepoja,
NOCTYMAIIUX B  KIETKy, paBHoro 10:1, ©  COOTBETCTBYIOT JHWala3OHy
OKCIIEPUMEHTAIBHO  IOJNYYCHHBIX  JAHHBIX; Kod(pduumeHTsl K  ompenencHsl

OKCIICPUMCHTAJIbHO M IIOKA3BbIBAKOT, KaKasd 4YaCTb YIUICpOJa MOUYCBUHBI M TJIMIHWHA

ACCUMWIMPYCTCA KIICTKaAaMH 110 CPAaBHCHHUIO C TCOPCTHYCCKHU OXKHNAACMbIM YPOBHCM

ACCHMUJISIINN.
CxopocTb CxopocTb
CxopocTb CHuxenue
HOTJIOMICHUS | TOTJIOIICHHS
BBICBOOOXKICHUS | 3D PEKTUBHOCTH
CyOctpar Cieopr. N k
Ccopr. BBIBEJICHUS
(dmonb kit | (pmons kit
(dmonb kit at) | Cheopr. U3 Cpeipl
gl) g1)
Hwurpart-
200 20 — - —
HOHBI
MoueBrHa 200 20 1/20 9.5 ~5%
["munma 200 20 1/14 37.2 ~19%

KpOMC TOro, JaHHBIC O HHU3KOM CTEICHU ACCUMMWIIALIIMK YIJICpOoaa OPraHn4YCCKuX
BCIICCTB KIICTKAMH P. minimum YKa3bIBalOT HAa TO, YTO MOYCBHHA U I'IMIUH, MCYCHLIC

TSAKCIIBIMKM  U30TOIIaAMH  YIJICpOJda, MOOJDKHBI C OCTOPOXHOCTBIO HCIIOJIB30BATLCA

HCCIICAOBATCLIMU  IIpU  HU3YYCHHUHM  CKOPOCTHM  IOIJIOIICHHA  O3THX Cy6CTpaTOB

nuHo(dIare/uIITaMy, TaK KaK TaKOM TOJAXOJ IMPUBEACT K 3HAYUTEIHLHO 3aHMKCHHBIM

3HAYEHUSIM U3MEPEHHOM CKOPOCTH.
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4.3 Beaxu P. minimum, BoBJIe4eHHbIE B TPAHCMEMOPAHHBII TPAHCIIOPT U

ACCUMWIANUI0 HUTPAT-HOHOB, MOY€BUHBI U I'NIMIINHA

B Hacrosimieit pabore B pesynbraTe aHaiW3a TPaHCKPUOTOMOB P. minimum
MOKa3aHO, YTO OJTH AUHO(DIAreIuIsIThl 00JaJal0T HECKOJbKMMH THIAMH OEJKOB,
BOBJICUYCHHBIX B TpPAaHCMEMOpAHHBIM TPaHCIOPT W ACCUMWISALIMIO HUTPAT-HOHOB,
MOYEBHUHBI U MHIMHA (pUCYHKH, 14, 15, 23, Tabnuua 3). Cpeld HUX €CTh TPAaHCIIOPTEPHI,
OCYILECTBISIONINE AKTUBHBIN TPAHCIOPT 3TUX COCNWHEHUH, KaHajibl M aKBaIOPUHBI,
YUYacTBYIOIIME B UX MACCUBHOM TPaHCMEMOpAHHOM TPAHCIOPTE, a TaKXke (HEPMEHTHI,
OTBETCTBEHHBIE 32 METAa0OJIM3M HUTPAT-MOHOB, MOYCBUHBI U TIHUIIMHA B KieTke. Bce
OOHApY>KCHHBIE TOCIETIOBATEIFHOCTH 3HAYUMO TOMOJIOTHMYHBI TMOCIEAOBATEIHLHOCTIM
3arpoca. Ilpu 3TOM KOJIMYECTBO MNpEACKa3aHHBIX TPAHCMEMOpPAHHBIX CErMEHTOB Y
MOCIIEI0BATEIBHOCTEHN, KOAUPYIOMUX OCNKU-TPAHCIIOPTEPhl, AKBATIOPHUHBI U KaHAIIBI
(IIpunoxenue, pucyHku 1-7), coriacyercs C KOJHMYECTBOM TpPaHCMEMOpPaHHBIX
CEeTMEHTOB, XapaKTEPHBIM JIsi CTPYKTYPHO OXapaKTEPU30BAHHBIX TOMOJIOTOB JTHX
oenxos (Jentsch et al., 1995; Galvan, Fernandez, 2001; Liu et al., 2003a; Hosoya et al.,
2010; Witte, 2011).

B menom, BeIsBIeHHBIH HaOoOp OeiakoB P. MIiNiMum cooTBETCTBYET OCHOBHBIM
OenkaM, OMOCPEAYIOLIUM TPAHCHOPT M ACCUMWJISAIMIO HCCIEAYEMBIX CyOCTpaToB Yy
pactenuii. OJJHaKO, TOMUMO OCIIKOB, XapaKTEePHBIX IS pacTeHuid, y P. minimum Takke
ObUTH 0OHApY>KEHBI TOMOJIOTH TpaHcnopTepoB TiumHa GLY T, dyHKUIMOHMpYOMME B
KJIETKaX HEPBHOW CHCTEMBI KUBOTHBIX (pucyHok 14, 5k, Tabmumna 3). B To ke Bpems, y
P. minimum He ObLIM HaWICHBI TOMOJIOTH BXHEUIIMX PACTUTEIBHBIX TPAHCIIOPTEPOB

riunuHa — 6enkoB AAP — ¢ E-value <1020 (ta6muna 3).
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MoyeBuHa

MouyeBUHa

fvumH -

MUK

numH

Pucynok 23. OOoOmaromias cxema TMpeArnoiIoKUTENbHbIX MyTed TpaHCHopTa M
ACCHMIJISILIMM HUTPAT-MOHOB, MOYEBMHBI W TJIMIMHA KJIETKAaMH JUHODIAremisT
P. minimum, BBISBICHHBIX HAa OCHOBAaHWUM aHalM3a TPAHCKPUITOMHBIX JTaHHBIX.
CrpenkamMu IOKa3aH TpaHCMEMOpaHHBI TPAHCHIOPT, MYHKTUPHBIMU CTpEIKaMU —
(dbepMeHTaTUBHBIE PEaKIny, BEAYIIHe K BHICBOOOKICHNIO NOHOB aMMOHHSI U yTJIepOa B
Heopranudeckoi dopme. 3enensl kpyru — Tpancnoptepbl HUTpata NRT1.2 u NRT2.1,
KpacHble TPSMOYTOJbHUKA — TpaHcnoptep wmodeBuHbl DUR3 wu  akBanmopun
cynepcemiictea MIP, cunue mectuyronbHUKH — TpaHcnopTepbl riunuHa GLYT nu
CAT1, 3enensie TpeyronbHuku — HUTpar-peaykraza NAR u nutput-penykraza NIR,
KpacHblil TpeyronbHUK — ypeaza URE, cuHue TpeyronbHUKH — KOMIUIEKC OEIKOB
nexkapookcunupoBanus runuHa GDC, cepun-ruapokcumermitpanchepaza SHMT,

cepuH-aeruaparaza SDH, xz — xnopomiact, Mm — MUTOXOHIPHS.

BaxxHo oTMeTuTh, 4TO 0OHApYKEHHBIE HaMH ToMoJjoru kaHainoB CLC, BeposiTHO,
HE BOBJICYEHBI B TPAHCIIOPT MOHOB HUTPATA, KaK 3TO MOKa3aHo Jyisi MHOTHUX kaHainoB CLC
pacTeHui, TOCKOJIbKY BMECTO OCTaTka TMpoJMHa B mojoxkenun 160 (1o

nocienosareiabHocTr A. thaliana) onm cozepkar octatok cepuHa (pucyHOK 14, B).
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W3BecTHO, YTO aMUHOKHCIIOTHBIN OCTATOK B 3TOM IOJIOKEHUU UTPAET KIIFOUEBYIO POJIb B
ompeneneHun ceiektuBHocTu kaHaima CLC. Tak, ocTtaTok cepuHa 3aHUMAeT 3TO
noJyio’keHue B mocneaoBarenbHocTAX CLC kaHamoB KUBOTHBIX, HE MPOBOSIINX MOHBI
HUTpaTa U SBJIIOMKXCS XJIopHbIME KaHajaamu (Bergsdorf et al., 2009; Wege et al., 2010).
Kpome Toro, BBISBIIEHHBIC B TpaHCKpHITOMax P. Minimum roMoJIorHm aMuI0Jua3bl
MOYEBHHBI IPOXKEH (PUCYHOK 15, T) Takke, BEPOSITHO, HE SBJISIOTCS 3TUM (DEPMEHTOM.
O06 »9TOM CBUACTENBCTBYET KAaK UX HHU3Kas UJECHTUYHOCTh pedepeHCHOM
nocJieI0BaTeNbHOCTH (Tabnuua 3), Tak M HOPAJOK W OpraHu3auusl MpeAcKa3aHHBIX
JIOMEHOB, B 0OJIbIIEH Mepe COOTBETCTBYIOLIUE CTPYyKType aueTmi-KoA kapOokcuiasbl
(pucyHoK 16). AMuonua3za MOYCBHHBI, a TAK)KE TOMOJIOTUYHBIC €€ JJOMEHAM aMuia3a u
KapOOKCcHIa3a MOYEBUHBI JIEUCTBUTEILHO MPEACTABISAIOT COOOM OEnKH, pOJACTBEHHbBIC
anetiii-KoA  kapOokcunaze (Strope et al., 2011), 49To OOBSACHSET TOMOJIOTHIO

oOHaApyKEHHBIX HaMH TI0CJISI0BaTEIBHOCTEH P. minimum ¢ amu1o1ma3oii MOYCBHHEI.

4.4 T'eTeporeHHOCTH MOMYJISAIAI P. MiNiMUM B 0THOLIEHWH TOTJIOIEHUSI

NMUTAaTEJdbHbBIX CY6CTpaTOB

C wMomenra mosBieHus Metoga NanoSIMS, mno3Bosstomero onpenensiTh
M30TOITHBINA COCTaB OTACIBHBIX KJIETOK, €r0 BO3MOYKHOCTHU OBLIM YCIICIITHO IMTPUMCHEHBI
JUISL BBISABIICHUS (YHKIHA HEKYJIbTUBUPYEMBIX MHKPOOPTaHW3MOB B CMENIAHHBIX
coobmectBax (Kuypers and Jargensen, 2007; Foster et al., 2011; Krupke et al., 2013; Gao
et al., 2015). 3HauMTeNbHO MEHBIIEC BHHMAHHS OBUIO YAEJICHO WCCICAOBAHUIM
(GYHKIIMOHATBHOW TETEPOrCHHOCTH TOMYJISAIUNA OJHOTO M TOTO JKE€ DKOJOTHYCCKU
3HAQYMMOTO BHJa MHKPOOPTAaHU3MOB, XOTSA, B COOTBETCTBUH C COBPEMEHHBIMHU
MPEACTABIICHUSIMH, MEXKKJIETOUHAss BapHaOEIbHOCTh  SBISCTCS  YHHUBEPCAIBHBIM
CBOMCTBOM BCEX KIIETOYHBIX TOMYJSIUNA, WMEIOIMUM MHOXECTBO OHOJIOTHYECKU
3HaunMbIX creactuii (Junker, van Oudenaarden, 2014).

[IpencraBneHHbple B HACTOSIIEH paboTe MaHHBIE 00 YPOBHE TOTJIOMICHUS

MOYCBHHBI, HHUTpAT- H 6I/IKap6OHaT'I/IOHOB OTACIBHBIMH KJICTKaMU I[HHO(I)JI&FGHH?IT
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P. minimum cBHIETEILCTBYIOT O BBICOKOW TETEPOTCHHOCTH WX TMOMYJSIUA B 3TOM
oTHOmEeHHA (BO Bcex ciydasx Kod(h¢uiueHTsl Bapuanuu mnpesbimanua  50%).
OOHapy)keHHash TeTEepPOreHHOCTh TOomyJsimuid P. minimum He cBsS3aHa HU ¢
MOTPEITHOCTHIO U3MepeHuit (pucyHok 19), Hu ¢ pasmepom kieTok (pucyHok 20), HH ¢ UX
oOmelt MeTaboJIMUeCKOH aKTUBHOCTBHIO (PUCYHOK 21) W cTamuedl KJIETOYHOTO ITHKJIA,
MOCKOJIbKY U3BECTHO, UTO B Hadase/cepeiHe CBETOBOTO nepuoja 6omnee 90% kineTok B
KyJbTypax (HOTOCHHTE3UPYIOMUX NUHOQIATSIUIAT HAXOMATCS B OJHOW M TOH ke daze
kierounoro 1mukiaa GO/G1 (Van Dolah, Leighfield, 1999; Skarlato et al., 2017). Kpome
TOTO0, B OKCTIEPUMEHTAaX UCIIOJH30BajIach MOBEPXHOCTHAS (PAKITUS aKTUBHO TUTABAIOIINX
nuHodaremsaT, Torna kak cuHTe3 JJHK u neneHune ux KiIETOK MPOUCXOJST, TJIaBHBIM
o0pa3oM, B JOHHOH (h)pakLUU KYJIbTYpHI.

Panee ObLTO MMOKa3aHO, YTO B €CTECTBEHHBIX IKOCHCTEMAX ISl €TUHUIHBIX KIIETOK
oaktepuii Chlorobium clathratiforme xapakrepeH MmHMpoOKK JHMANa30H CKOPOCTEH
TIOTJIONICHHUSI aMMOHHUSI U HEOPTaHMYECKOTO yriiepona. B duciie BO3MOXHBIX TPUIHH
MeTabonmyeckoii  BapmaOenpHOCTH  Kitlerok  Ch. clathratiforme Obumm  Ha3BaHBI
TeHETUYCCKas TeTePOreHHOCTh, THITMYHAS JIJISl TIPUPOTHBIX OaKTePUATBHBIX ITOMYJISIUH,
U T€TEPOreHHOCTh, CBA3aHHAS C MHUKPOOKpY)KEHHEM OTaeabHbIX KieTtok (Musat et al.,
2008). B apyrom wuccienoBaHuu Oblla OOHAPYXKEHA BBIPAKCHHAS T'€TEPOTCHHOCTH
NpUpOAHBIX momyisiuii 0akrepuii Ch. phaeobacteroides, Ha ocHoBaHMK Yero aBTOpamMu
OBUT clieJlaH BBIBOJI O HEOOXOIMMOCTH HCCIICIOBAHUN ITOTO SIBJICHHUS C TOYKU 3PCHUS
9KOJIOTHYECKOM  MuKpoOwosioruu (Zimmermann et al, 2015). B cuyuae
9YKapHUOTHUECKUX MHKpoopraHu3moB, Tpamtepom u XuibaepoOpanmom (Traller,
Hildebrand, 2013) Obuta 3aperucTpupoBaHa T€TEPOreHHOCTD MOMYJISIIUN THATOMOBBIX
Bojgopociei Cyclotella cryptica B oTHOIIEHHH BHYTPUKIETOYHOTO HAKOTUICHHUS JINITHI0B
U cojiep KaHMs MUTMEHTOB. MccenoBanue mokasaiio, 4To IPyIIoBbIe H3MEPECHUS KaKHX -
1100 (HU3HOIOTUYECKHX TAPAMETPOB JOJDKHBI HHTEPIPETHPOBATHCS C OCTOPOKHOCTHIO.

B ocHOBE MEXKIIETOYHOH BapruabeTbHOCTH B CKOPOCTH MOTJIONICHHSI TUTATeITLHBIX
CyOCTpaToB OTIACIBbHBIMU KieTKamMu P. Minimum, BBISBICHHOW B HACTOAIICH padoTe,
MOJKET JIe)KaTh HECKOJbKO NMPHYUH. Bo-NepBbIX, YCIOBHS Cpelbl B MEPUOJIUYCCKUX

KYyJIbTypaX, HCIIOJIb30BAHHBIX B OJSKCICPUMCHTAX, MOIJIHU OBITH HCTOMOI'CHHBIMH, a
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pacrnpenenieHde J0OaBJIEHHBIX M30TOIMHBIX METOK — HEpaBHOMEpHBbIM. OJHAKO 3TO
MaJIOBEPOATHO, MOCKOJIbKY Tociie J00aBiieHHs CyOCTpaToB, MEUEHBIX CTaOUIbHBIMU
U30TONAMHU, a TakXKe B TEUEHHE TMOCIEAYyIomeld HHKYyOaluu KyJIbTypbl THIATEIHHO
nepeMenBainuch. Bo-BTOPBIX, pa3inyus B AKTHUBHOCTH OTACJIBHBIX KJIETOK MOTYT
OOBSICHATBCS  CTOXaCTUYECKMMHU TPOIECCAaMH  BO  BpPEMs OKCIPECCHH  T'EHOB.
HccnenoBanusi, mpoBeieHHbIE HA 0aKTepUaTbHBIX MOJEIbHBIX O0BEKTAX, TTOKA3aJIHU, YTO
JaXke JJI U30T€HHBIX MOIMYJISIUN, KyJIbTUBUPYEMBIX B UJICHTUYHBIX YCIOBUSIX CPEbI,
XapakTepHa BapualeNbHOCTh (PU3MOJIOTUYECKUX IMapaMeTpOB HAa YPOBHE OTIIEIBHBIX
kiaerok (Lidstrom, Konopka, 2010). Hakonern, Henb3s HUCKIHOYaTh TOTO, YTO
TeTePOTreHHOCTh TMOMYJSIUA  TUHO(IAreIUIsIT — 3TO PEeryaupyeMoe aJanTHBHOE
CBOMCTBO, HAaxoOJfIIeecs MOJ KOHTPOJIEM pasIUYHbIX (DaKTOPOB CpEenbl, a TaKKe
(YHKIIMOHAJIBHOTO COCTOSIHUSL OTAEJIbHBIX KJIETOK, CBA3aHHOIO C MX BO3PacTOM U
craauert kietounoro rukiaa (Elowitz et al., 2002; Martins, Locke, 2015). B mro6om
cily4ae, HE3aBUCUMO OT U3HAYAJIBHBIX MPUYUH TaKOW T€TePOTreHHOCTH, OHA JOJIKHA OBIThH
CBSI3aHA C Pa3HUIICH B YPOBHE SKCIPECCHH M aKTHUBHOCTH TPAHCIIOPTEPOB MOUYEBUHBI,
HUTpaTa U OuKapOOHaTa W/WUIU C DKCIPECCUEN pa3HbIX HAOOPOB TPAHCIOPTEPOB ATUX
CyOCTpaTOB B pasHbIX KjI€TKax. J{elCTBUTENBHO, B TpaHCKpuToMax P. minimum ObLiu
OOHApy)XeHBl TOMOJIOTH pPAa3JMYHbIX THIIOB OEITKOB, OTBEYAIONIMX 3a TPAHCIOPT
MOYCBHHBI M HHUTpPAT-WOHOB (Tabimia 3), XapakTePU3YIOIIUXCS Pa3IMIHOM
adh(UHHOCTHIO K COOTBETCTBYIOIIMM CyOCTpaTaM y PAacTeHHM W 3€JeHBIX BOJIOPOCIEH
(Galvan, Fernandez, 2001; Mérigout et al., 2008; Sun et al., 2014).

HecmoTpss Ha TO 4YTO MCCIEIOBaHUS TE€TEPOT€HHOCTH KIJIETOUHBIX MOIMYJISIINIA
HAYaJIUCh CPABHHUTEIHLHO HENABHO W JTO SIBJICHHE €IIe HEIOCTaTOYHO H3YYEHO, yiKe
ceiiuac CyIIECTBYIOT CBHACTEIHCTBA TOTO, YTO TakKas TeTEPOTCHHOCTh MPHOOpETaeT
0c000€e 3HaUCeHHE TIPY U3MEHEHUSX YCIOBUH Cpeibl, a TAKXKeE MO BO3JIEHCTBUEM CTpecca
(Kussell, Leibler, 2005; Acar et al, 2008). Hampumep, umenHo Onaromaps
IeTePOreHHOCTH  OaKTEepHANbHBIX  MOMYJSIHUM, HEKOTOpble KJIETKU  CIIOCOOHBI
NepeXKUBaTh BO3JEHCTBUE (DAKTOPOB CpElbl, TyOUTENbHBIX JUIsi OONbBINECH YacTh
nonyssiuu (Booth, 2002). B HemaBHuX paboTax MpoJeMOHCTPUPOBAHO, YTO CTEIICHD

rereporenHocty nomyssinui Oaktepuit Klebsiella oxytoca B orHomieHMH CKOPOCTH
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¢bukcanuu asora u 3eieHbx Bogopociedi Chlamydomonas reinhardtii B oTHOMICHNMHK
COJIEp>KaHMsl JIMIIMJ0B U MUIMEHTOB BO3PACTAET B YCIOBHUAX a30THOTO JIMMUTUPOBAHUS
(Krismer et al., 2016; Schreiber et al., 2016). Ilo 3Toii mpu4HMHE TETEPOTCHHOCTH
MPEICTABIIAECT COOOM BasKHEMUIIIEE CBOMCTBO MPUPOIHBIX MOMYJISAIMA MUKPOOPTAHHU3MOB,
HACEJSIOIIUX MECTOOOMTAHUS C YaCTO U HEMPEACKA3yeMO MEHSIOIIUMUCS YCIOBUSIMH.

DKCIEpUMEHTBI, POBEICHHBIE B PAMKaxX HACTOSIIEr0 MCCIEA0BaHUsA, MOKA3aIIH,
4TO B KyJIbTypax auHOQareusiT P.minimum mnpucyTCTBOBAJIO HECKOJBKO THIIOB
KJIETOK, UMEIOLINX pa3Inyusl B cTpareruu nutanus. OOHapyxeHHas pusnogornyeckas
TeTEPOreHHOCTh MOMYJISAIMA AuHOGIare/uIaT BooOme u P.minimum B yactHOCTH,
BEPOSITHO, MPEJOCTABISIET WM CYHIECTBEHHOE KOHKYPEHTHOE IPEMMYIIECTBO B
€CTECTBEHHBIX MNPUOpPEXHBIX 3KocucTteMax. C OJHOM CTOPOHBI, B TIE€TEPOr€HHOMN
HOMYJISILIMM BCET/Ia MPUCYTCTBYIOT KIJIETKHU, KOTOPBIE CIIOCOOHBI MCIIOJIb30BaTh HOBBIE
MCTOYHUKM OMOTEHHBIX 3JIEMEHTOB Cpa3y mociie ux mosiBjieHus B cpene. C apyroi
CTOPOHBI, B Cpe/ie, B KOTOPOM JOCTYIHBI pa3Hble (POPMbI MUTATEIBHBIX CYOCTpPaTOB,
TeTEPOreHHOCTh MOIYJISIIMU MOKET OCJIA0IATh BHYTPUBUAOBYIO KOHKYPEHIIMIO 32 HUX
(Menden-Deuer, Rowlett, 2014).

Eme OJVH HEMaJIOBaYKHbIN aClIEKT  IeTEPOrE€HHOCTHU MOIYJISALUI
MUKpPOOPTaHU3MOB CBSI3aH C TE€M, YTO OTBET MOMYJSLHUUA HA KAaKOW-TMO0 (akTop cpeibl
HE SBJISIETCS IPOCTOM CYMMOM OJIMHAKOBBIX OTBETOB BCEX KJIETOK, COCTaBIISIOMIMX €. B
HACTOSIIIEE BpeMs H3TOT ACHEKT MPAKTUYECKH IIOJHOCTBIO WTHOPUPYETCS IpHU
HKOCUCTEMHOM MOJEIUPOBAHNU, XOTS OH MOXET HMMETh pEIIalolllee 3HAYeHUe IS
MOJEIUPOBAHUS AUHAMUKHU MOMYJISALNI, KOTOPbIE TPAJIULIMOHHO PACCMATPUBAOTCSA KaK
rOMOTeHHble. B OJHUX M Tex e YCIOBUSAX cpeAbl JAMHAMHKA (XapakTep pocTa U
npoyiudepali) TOMOTeHHON U TE€TEPOTreHHON MOMYJISINI MOXKET OBITh CYIIECTBEHHO
pa3ITUYHON, MOCKOJBKY KaxKlas W3 (PYHKIIMOHAIBHBIX TPYNI BHYTPH TE€TEPOTCHHOU
TOMYJISIIIUM MOYKET JISMOHCTPHPOBATh CBOIO COOCTBEHHYIO JMHAMUKY (pucyHOK 24). B
MpeAeIbHOM Cllydyae AUHAMHUKA BCEH MOMYJISUUM ONpPEAeNSIeTCs TUHAMUKOW pocTa U

nponudepanuy K0 u3 KJIETOK, COCTABIISIONINX €.
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a MoueBuHa

Pucynok 24. OtBeT nomyssiiuil P. minimum, pacTymmux Ha HUTpaT-HOHAX, Ha MOSIBIICHUE
MOYEBHHBI B Cpelle: a4 — TOMOIE€HHas MOMyJsiuus; 0 — TETEpPOreHHAsl MOIYJISLHS.
JuHodaaremisiTel, pacTylIie Ha HUTPAT-HOHAX, HAYMHAIOT MOIJIOMIATh MOUYEBHUHY Cpa3y
IIOCJIE €€ MOSIBJIEHUS B CPENE, YTO MPUBOAUT K POCTY IOIMYJSIUUU. 3E€JEHBIM I[BETOM
[IOKA3aHO TMOIJIOIIEHUE MOHOB HUTPATa, pPO3OBBIM — IIOTJIOLICHUE MOYEBUHBI.
MHTEHCUBHOCTh OTTEHKa OTpa)kaeT MHTEHCUBHOCTb IMOTJIOUIEHUs cyoOcTpata. B
TOMOT€HHOM TNOMyJSKU (a) BCE KIETKH JIEMOHCTPUPYIOT OJMHAKOBYIO CTPATErHIO
nuTaHus (MOTJIOUICHHE a30Ta MOYEBUHBI TPe0OiaaeT Hajl MOTJIOMIEHUEM a30Ta HUTPAT-
WOHOB), a TIOMYJISIMS TIOYUHATCS SAMHON AuHaMuKe. B reteporenHol momyssiiuu (0)
KJIETKH JIEMOHCTPUPYIOT pa3jMyHble CTpaTerud MNUTaHUs, (OPMHUPYS HECKOIBKO
(GYHKIIMOHATIBHBIX TPYMI, KaXaas U3 KOTOPBIX XapaKTepU3yeTcsi COOCTBEHHOU
nuHaMukou. [Ipu 3ToM cpeHue 3HAYeHUs CKOPOCTEH MOTJIOMICHUSI CyOCTpaTOB MOTYT

OBITH OJTMHAKOBBIMH JIJIs1 00EUX TOIMYJISIUH.
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HecmoTpst Ha TO YTO reTEpPOreHHOCTh B TOM MJIA UHOW MEPE SIBIISIETCS CBOMCTBOM
BCEX KUBBIX CHUCTEM, CTEIICHb €€ BRIPAKCHHOCTH U XapaKTep paclpee/IiCHNs 3HaUCHUH,
XapaKTEPHBIX IS OTIEIBHBIX KIETOK, MOTYT 3HAYUTEIbHO OTJIMYAThCA B Ciydae
pa3IMYHBIX (EHOTUITMYECKUX TMpu3HaKoB. COOTBETCTBEHHO, OHMOJIOTMYECKas POJIb
TETEPOTeHHOCTH B OTHOIICHUH PA3IMYHBIX MTAPAaMETPOB HEOAMHAKOBA U HE MOXET OBITh
ollcHEeHa Oe3 TMPOBEJCHMS JETAIbHBIX HCCIEIOBaHUM. B dYacTHOCTH, yXke ceiuac
HEKOTOpPBhIE  aBTOPHl  MOJUEPKHBAIOT HEOOXOJUMOCTh IOJYYCHHS JIaHHBIX O
TETEPOTeHHOCTH TOMYJISIMN MHUKPOOPTaHU3MOB JIJIi TOCTPOSHHUS MPUHIUITHAIHEHO
HOBBIX Mojenei skoorndeckux mporeccos (Kreft et al., 2013), nanpumep, npetTeHuit
auHOGIAreIuIT WM (YHKIIMOHUPOBAHHS OWOTCOXMMUYCCKAX IMKIOB B MOPCKHX
skocucteMax. OmyOIMKOBaHHBIE MCCIIEIOBAHUS KJICTOYHBIX TOIMYJISAIUN KUBOTHBIX U
OakTepuil yKa3bIBAlOT Ha TO, YTO AaXe OYCHb Majble CYONOMYJSIIMH MOTYT HMIpaTh
pEIIaronIy0 pojb IS BBDKUBAHUS W (DYHKIIMOHHPOBAHUS TIOMYJSIIIUM B IIEJIOM
(Altschuler, Wu, 2010). [In1s okOHYaTEIbHBIX BBIBOJAOB O TOM, KaKO¢ 3HAYCHHE JIJIS
MPUPOIHBIX HPKOCUCTEM HUMEET TeTEPOTCHHOCTh MOMYJSAINA MPOTHUCTOB B OTHOIICHUN
TIOTJIONICHUS TUTATENBHBIX CYOCTpaToB, HEOOXOAMMBI KaK JaHHBIC, TMOJYYCHHBIC C
MIPUMCHEHUEM COBPEMEHHBIX METOJIOB MCCJISIOBAaHUS OT/EIBbHBIX KiIeTOK (MartaHIieBa,
2012; Matantseva, Skarlato, 2015; Matantseva et al., 2016), Tak u IPUHIMITHAIEHO HOBBIC

IoAXO0Abl K MOACINPOBAHUIO.
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3AKJIIOYEHUE

B macTosmei paboTe mokazaHo, YTO MOYEBMHA U TIUIUH SBISIOTCS BaXHBIMU
cyOcTpaTamu 715l TMHO(MIATeIIISAT B YCIOBUSIX U30BITOYHOTO COJIEPKAHMS a30Ta B Cpe/ie.
B Takux ycnmoBHSIX CKOPOCTh IMOCTYIUICHHS a30Ta OPraHUYECKUX BEIIECTB B KIETKY
MPEBBINIAET CKOPOCTh MOCTYIUICHHS a30Ta HEOPTraHMYECKUX MOHOB HUTpaTa B JiBa pasa,
B pe3ysbTaTe Yero BKJIAJ OPraHUYEeCKOTO a30Ta B MHUTAHHE AMHOMIArEIUIAT JOCTUTaeT
70%. bomee TOrOo, B TMPUCYTCTBUU MOYECBUHBI HAOJIOMACTCS CHUKEHHUE CKOPOCTH
TpaHCIIOpPTa HMOHOB HUTpaTa B KJIETKY. OTH JaHHBIE YKa3bIBAlOT HAa TO, 4YTO B
COBPEMEHHBIX NPUOPEKHBIX HKOCHUCTEMAX, TOJBEPKEHHBIX BBICOKOMY YPOBHIO
AHTPOTIOTEHHOTO  3arpsi3HEHHUS]  a30TCOACPKAIIMMHU  BEIIECTBAMH, OpPTraHHUYECKHE
COEMHEHMSI UTPAIOT OCHOBOIIOJIATAIOIIYIO POJIb B MUTAaHUU JuHO(uaremsaT. [Ipu stom,
MCTIOJIb30BaHNE MOYECBUHBI U TJIMIIMHA B KAYECTBE UCTOUYHUKOB a30Ta COMPOBOKIACTCS
BBICBOOOKJIEHUEM YIJIEpOJla ATHX COCIUHEHUH B HEOpPraHWYecKoll Qopme, UTO
OKa3bIBaCT CYIIECTBEHHOE BIHUSHUE Ha 3(PPEKTUBHOCTH BBHIBEJCHHS HEOPTaHMYECKOTO
yriaepoaa W3 OKpYXKalolled cpelpl B pe3ylbTaTe aKTUBHOCTU (DOTOCHHTE3UPYIOIINX
TUHO(DIAresuIsT U, CIe0BATEIbHO, BIIEYET 32 COO0M M3MEHEHUS B ()yHKIMOHUPOBAHUU
JIOKaJbHBIX U TTI00aTbHOTO OMOT€0OXUMHYECKUX LIMKIIOB YTIEepo/a.

[TommyuenHble B HacTosAled paboTe NaHHBIE CBUAECTEIBCTBYIOT O TOM, 4YTO
auHOGIare IIThl P. minimum 0071a1ai0T pa3HbIMUA THITAMH OEJIKOB, 00€CIICUNBAIOIIMX
MOCTYIUICHNE HUTPAT-MOHOB, MOUEBHUHBI U TJHIIMHA B KJIETKY, a TakkKe (QepMeHTamH,
HEOOXOIUMBIMU Uil TpaHC(HOpMAUU HCCIEAyeMbIX CyOCTpaToB B HOHBI aMMOHMSL.
Jannast uHGOpMAIUs SABISETCS KIIOUYOM K TOHUMAHUIO MOJICKYJISIPHBIX OCHOB TTUTAHHSI
TUHO(DIATeIUTSIT U MOXKET OBITH MCIIOJB30BaHA JIJISl TaJbHEHUINIEro U3YUYeHUs PETyIsIun
3TOrO (PU3HOJIOTHUECKOT0 MPOIEcca METOIaMU MOJIEKYJISIPHOM OMOJIOTHH.

Ceromust craja OYEBHUAHOW HEOOXOIMMOCTHh JAETAaJbHOTO  HCCIEAOBAHUSA
pa3IMYHBIX ACMEKTOB F€TEPOT€HHOCTH MOMYJISINI MUKPOOPTaHU3MOB, MEXaHU3MOB €€
BO3HUKHOBEHHUSI M DPOJM B E€CTECTBEHHBIX JKOCHCTEMax. BbIsiBIeHHE 3HAUMTEIHHON
TeTEPOreHHOCTH MOMYJIAIUK JUHOGIAre 1T P. MiNiMUM B OTHOIICHUHW MOTJIOIICHUS

IMUTAaTCIbHBIX CY6CTpaTOB M OTBCTA HaA IMOCTYIUICHHUC B CPpEAY HOBOTO HCTOYHHKA a30Ta,



97

SBJISIETCS] TIEPBBIM IIarOM HAa MYTH K BKJIIOYEHMIO JAHHBIX O (DU3UOJOTUM OTIEIbHBIX
KJIETOK MUHO(MIATeIUIAT B 3KOCHCTEMHBIC MOJICIM W HOBOMY TMOHMMAHHWIO THHAMHKHU
MOITYJISILUI 3TUX TPOTUCTOB B ITpUpoAe. JlabHENIIINE UCCIIEJOBAHMNS TO3BOJIAT OTBETUTH
Ha Ba)KHBIE BOIMPOCHI O MEXaHU3MaxX BO3HMKHOBEHHUS OOHAPY>KEHHON I'e€TepOreHHOCTH,
BO3MOXHBIX IIyTAX €€ PEeryJsiiud W 3HAYEHUW UISI NOPUPOJHBIX MOIMYJISALUN

TUHO(IAreJuIsIT U IPYTUX MPOTUCTOB.
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BbIBO/IbI

1. TpancropT a3oTa MOYEBHMHBI M TJIHMIKWHA B KIETKH JAUHOQIAreIIAT
Prorocentrum minimum B 1nBa pa3a 3¢¢eKTUBHEE KOHKYPEHTHOTO TpAHCIIOpTa
HUTPAT-MOHOB B YCIOBHIX U30BITOYHOTO COJEPKAHUS a30Ta B CPEJIE.

2. CKOpOCTb IMOTJIONICHNS HUTPAT-HOHOB KJIeTKaMu P. minimum cHmkaercs B
npucyTcTBUM MoueBuHBI Ha 30—40%.

3. Bo Bpemss mmkcotpodHOro pocra P.minimum MoueBMHAa W TIUIMH
SBJISIOTCS. HE3HAUUTEIBHBIMM HCTOYHUKAMH YIJIepoJa IO CPaBHEHUIO C
OukapOOHAT-MOHAMU: YTJIEPOJ MOUYEBHUHBI cocTaBisieT He Oonee 0.5%, a yriepon
ruiuHa — He 6osee 1.5% oT ol1uiero yriepojia, aCCUHMIIMPOBAHHOTO KIJIETKaMHU.

4. B mpoiiecce MeTabosiM3mMa MOYEBHUHBI U TIIUIIMHA B KJIETKAX TUHODIATSIIISAT
P. minimum mpoucxoauT pa3o0lieHre acCUMIJISIMM a30Ta M YIiepoaa AITHX
BELIECTB, B PE3yJbTaTe KOTOPOIO a30T aCCUMMIIMPYETCS B OOJBILIEH CTENIEHU, YEM
yIIAEPOSI.

S. Y auHOodmaremsiT P. minimum uaeHTU(HUIMPOBAHBI TOMOJIOTH OEJIKOB,
OIOCPENYIOIINX TPaHCIOPT MOHOB HHUTpara (Tpancmoprepbl NRT1.2, NRT2.1),
MOYeBUHBI (Oenku-akBanopunbl cyrnepcemeiictea MIP, tpancnoptepst DUR3) u
rmunuHa (6enku GLYT u CAT1), a takxe ¢epMEeHTOB, OCYIIECTBISIONIMX
HaYyaJIbHBIC TAIlbl META00IU3MAa ITUX COCIUHEHUIN: HUTPAT- U HUTPUT-PEIYKTA3bI,
ypea3bl, O€JIKOB KOMIUIEKCAa  JIEKapOOKCUJIMPOBAHUSI  TJULMHA, CEPUH-
THAPOKCUMETUNTPaHCPEPa3bl U CEPUH-ACTUIpaTa3bI.

6. CKOpoCTh TIOTJIONICHUS OJHUX W TEX >K€ MNHTATeIbHBIX CyOCcTpaToB
OTJCIIBHBIMH  METa0OJIMYECKH AaKTHUBHBIMHM KJIeTKaMu P. minimum w3 omHou
MOMYJISIIIANA BaphbUPYET B MIUPOKOM JTUATNIA30HE, YTO CBUACTEIBCTBYET O BBICOKOU
CTETICHH TETePOTreHHOCTH TOMyISAUUNA ATUX AUHOGMIAreUIAT B OTHOIICHUH

IIOTJIOIICHUA ITNTATCIIbHBIX CY6CTpaTOB.
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BJIATOZAPHOCTHU

ABTOp BbIpa)kaeT IiTyOOKy0 0JIaroJapHOCTh CBOEMY HAYYHOMY PYKOBOIMTEIIO,
nokTopy Oumonorundeckux Hayk Ceprero OpectoBuuy CkapiaTo, 3a BCECTOPOHHIOIO
MOAJACPKKY Ha BCEX ATanax BHIMOJIHEHUS paOOTHI U HAITUCAHUS JUCCEPTALIUH.

ABTOp Onarogaput COTpYAHUKOB JIabopaTopuu LMUTONOTHU OJHOKJIECTOYHBIX
opranu3moB MHctutya nuronoruu PAH 3a apyxkeckyio u TBopyeckyio atmocdepy u
MIOMOIIIb TIPU BBIMIOJIHEHUU PAOOTHI.

ABtop Onaromaputr 1a. 6. H. Upuny Buxropony Tenmem u n. 6. H. Eneny
AnexceeBHy MOpaueBCKyIO 32 LIECHHBIE COBETHI [10 HAITMCAHUIO JUCCEPTALIMH.

AsTtop npusHaresneH npodeccopy Mapen docce, npodeccopy Xenapuky lydepTy,
nokropy Amnxrene @Porrc u Hpuc Jluckoy 3a BO3MOXKHOCTH NPOBEAECHUS Macc-
CHEKTPOMETPUUYECKHUX U3MEPEHUI C TOMOILBIO 000pya0oBaHusi MHCTUTYTA MCCIE10BAHMIM
banrtuiickoro mopst B Bapuemronze, I epmanust.

ABTOp UCKpEHHE 0JIaroJapeH CBOEH CEMbE 32 HEOLICHUMYIO TTO/JIEPIKKY BO BpeMst
paboTsl Haj aucceprarueid. Ocobenno npusHartesnieH aBtop Mnbe Ilo3gusaxoBy — 3a
MOMOIIb MPU TUIAHUPOBAHWU HACTOSIIETO MCCIIEIOBAHUS U OOCYXICHUU TMOTYYECHHBIX
pE3yNbTAaTOB, BIOXHOBEHHUE U MOJAECPKKY BCETIa, BE3/IE U BO BCEM.

B xozne BeimonHenus paboThl MHAHCOBas MOMOIIHL OblJa oka3zaHa: Poccuiickum
dbonaoM PpyHIaMeHTaTbHBIX HcciieqoBaHui (mpoekThl NeNe 14-04-32146-mon_au 13-04-

00703-a), I'epmaHckoi CiTy>k00# aKageMHUYeCKHMX OOMEHOB M POCCHICKHUM HaydHBIM

donmom (mpoekt Ne 16-14-10116).
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Tabnuua 1. KonnuecTBo azoTcoaepxaiux cyocTpaToB B Cpelie BO BpeMs MPOBEACHUS
AKCIEPUMEHTOB « KOHKYpEHTHOE MOTJIONIEHNE HUTPAT-KHOHOB M MOYEBUHBI». B ckoOKax

npuBeAeHBI 3HaUeHHS SD.

DKCIepUMEHTaNbHAs IOBTOPHOCTh
[TapameTp

1 2 3 4 5 6

190.7 | 210.6 | 202.1 |136.4 |135.9 |135.6
Hutpar-moHbI, MKMOJIB 't

(3.3) |(3.4) |(0.4) |(3.4) |(0.9) |(L8)

MoueBrHA, MKMOJIb JT * 100 |80 80 80 80 80

A30T HUTpaTa/A30T MOYEBUHBI 095 |131 |1.26 |0.85 [0.85 |0.85

Honnl AMMOHUA, MKMOJIb J'I-:L - - - - - -

Tabnuna 2. KonmuuecTBo azoTcojepkaimx cyocTpaToB B Cpejie BO BpeMsl MPOBEACHUS
sKCcepuMeHTOB «KOHKYpEHTHOE MOTJIONICHUE HUTPAT-UOHOB U TIUIHMHAY. B ckoOkax

npuBeneHbl 3HaueHus SD.

[TapameTp DKcrepuMeHTATbHAS TTOBTOPHOCTH

1 2 3
HuTpar-uoHsl, MKMOJIB It 204.8 (10.2) [229.6 (17.9) |188.3(11.9)
[ JTUTIIH, MKMOJTB T 200 200 200
A30T HUTpaTa/A30T TIIMIMHA 1.02 1.15 0.94
MoHBI aMMOHMS, MKMOJIB T - - -




129

Ta6J'II/IHa 3. HOCHC,Z[OB&TCJIBHOCTI/I 3arpoca, KOTOPLIC HCIIOJIb30BAJIMCH IIPU ITOHMCKE

T'OMOJIOTOB 6GJIKOB, BOBJICYHCHHBLIX B TPAHCIIOPT KW ACCHUMHIIALIMIO HUTPAT-MOHOB,

MOYEBHUHBI ¥ TJIMIIUHA, B TpaHCKpurromax P. minimum.

benok Opranuszm Ne B 0aze manneix NCBI
AAP (AAP1) Arabidopsis thaliana NP_176132.1
AAP (AAP2) A. thaliana NP_196484.1
AAP (AAP3) A. thaliana NP_177862.1
AAP (AAP4) A. thaliana NP_201190.1
AAP (AAPT) A. thaliana NP_001031934.1
CAT1 A. thaliana NP_193844.2
CLCa A. thaliana OA095328.1
DUR1,2 Saccharomyces cerevisiae | EDN64818.1
DUR3 A. thaliana NP_199351.2
GAP1 S. cerevisiae ONH80356.1
GLYT1 Homo sapiens P48067.3
H-6emnox [GDC] A. thaliana AAMG64413.1
L-6emox [GDC] A. thaliana Q9M5K3.2

MIP (NIP, Nod26-like) A. thaliana CAD67694.1
MIP (PIP) A. thaliana OAP10089.1
MIP (TIP4.1) A. thaliana 082316.1

NAR A. thaliana AAF19225.1
NIR A. thaliana BAA21672.1
NRT1.1 A. thaliana AEE28838.1
NRT1.2 A. thaliana NP_564978.1
NRT2.1 A. thaliana NP _172288.1
P-6enok [GDC] A. thaliana NP_001119106.1
SDH A. thaliana AEE83032.1
SHMT A. thaliana NP_851081.1
SLAC1 A. thaliana OAP18701.1
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SLC14 Mus musculus Q8RA4T9.2
T-6enox [GDC] A. thaliana 065396.1

UAC Helicobacter pylori ACG58803.1
URE A. thaliana AEE34663.1
Urea ABC transporter Rhodococcus equi WP_022596374.1
YUT Yersinia rohdei AAR15142.1

Ta6nuna 4. [lepBuunble nanHble n3MepeHuit MetogoM NanoSIMS, skcniepuMmeHTaIbHas

MOBTOPHOCTh ~ O.

Omubku  Ilyaccona

IMPUBCACHBI

10 JaHHBbIM  IIPOTI'paMMbI

Look@NanoSIMS. Pa3mep kieTku NpeACTaBICH KaK JHAMETP Kpyra, COJepiKaIlero

CTOJIBKO K€ HHKCCHGﬁ, CKOJIBKO COACPIKHUT I/I306pa)KCHI/IC COOTBGTCTBYI-OIHeﬁ KIJICTKH.

Oummoka Ommbka | Paszmep
Mapamnens | Usmepenne | 13C/%C L2CIN/2CHAN
IIyaccona ITyaccona (MKM)
«KOHTPOJIb) 160106b 1,03E-02 | 4,18E-05 3,91E-03 7,90E-06 10,3
160106b 1,01E-02 | 6,89E-05 3,79E-03 7,24E-06 11,1
160106¢ 1,03E-02 | 4,51E-05 3,63E-03 6,96E-06 11,2
160106¢ 1,03E-02 | 4,66E-05 3,51E-03 6,80E-06 11,2
160106d 1,03E-02 | 3,81E-05 3,59E-03 7,55E-06 10,6
160106e 1,04E-02 | 6,72E-05 3,47E-03 9,24E-06 10,2
160106e 1,07E-02 | 7,33E-05 3,563E-03 6,69E-06 11,9
160107a 1,06E-02 | 3,93E-05 3,54E-03 1,09E-05 10,6
160107a 1,05E-02 | 5,32E-05 3,51E-03 9,69E-06 11,2
160112c 1,04E-02 | 3,47E-05 3,85E-03 8,16E-06 10,0
160112c 1,05E-02 | 4,15E-05 3,77E-03 8,42E-06 11,5
160112d 1,03E-02 | 3,26E-05 3,82E-03 8,41E-06 11,6
160112d 1,04E-02 | 2,64E-05 3,84E-03 7,33E-06 12,1
160112e 1,01E-02 | 4,79E-05 3,57E-03 8,91E-06 9,5
160112e 1,04E-02 | 4,90E-05 3,80E-03 7,77E-06 9,6
«MOYEBUHAY 160105a 1,77E-02 5,82E-05 4,79E-03 7,19E-06 10,2
(+ MoueBuHa, 160105a 1,17E-02 | 5,38E-05 7,09E-03 9,23E-06 10,1
N-moueBuHa) 160105a 1,22E-02 | 8,50E-05 3,74E-03 1,06E-05 7,1
160105b 1,24E-02 | 4,67E-05 1,01E-02 1,13E-05 10,3
160105b 1,45E-02 | 3,49E-05 6,73E-03 7,75E-06 12,4
160105c¢ 1,42E-02 | 5,18E-05 5,17E-03 9,55E-06 12,6
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160105c 1,38E-02 | 5,78E-05 6,89E-03 1,14E-05 11,0
160105c 1,36E-02 | 4,01E-05 5,11E-03 1,00E-05 10,7
160106a 1,46E-02 | 5,84E-05 8,33E-03 1,11E-05 9,4
160106a 1,24E-02 | 7,34E-05 1,29E-02 1,78E-05 8,4
160106a 1,41E-02 | 4,56E-05 9,65E-03 1,04E-05 11,8
160112a 1,57E-02 | 7,87E-05 7,36E-03 1,38E-05 9,8
160112a 1,35E-02 | 6,41E-05 5,55E-03 1,12E-05 10,9
160112a 1,41E-02 | 5,30E-05 1,23E-02 2,01E-05 9,9
160112b 1,35E-02 | 5,86E-05 8,73E-03 1,30E-05 9,7
160112b 1,24E-02 | 4,65E-05 6,98E-03 1,05E-05 11,1
KHHUTpAT» 160114b 1,16E-02 | 6,35E-05 3,93E-03 9,86E-06 8,0
(+ MoueBuHa, 160114b 1,05E-02 | 3,96E-05 3,73E-03 1,47E-05 10,3
N-nurpar) 160114b 1,32E-02 | 5,90E-05 4,22E-03 9,26E-06 9,3
161515a 1,13E-02 | 8,55E-05 4,28E-03 1,31E-05 10,1
161515a 1,21E-02 | 5,71E-05 4,80E-03 8,66E-06 11,2
161515a 1,28E-02 | 7,31E-05 3,98E-03 9,91E-06 11,3
160115b 1,18E-02 | 5,29E-05 4,02E-03 1,03E-05 10,0
160115b 1,18E-02 | 7,35E-05 4,19E-03 9,31E-06 9,9
160115b 1,25E-02 | 6,39E-05 4,24E-03 1,27E-05 9,0
160115b 1,25E-02 | 1,14E-04 4,69E-03 1,64E-05 8,8
160115¢c 1,36E-02 | 6,79E-05 4,47E-03 1,34E-05 8,3
160115¢c 1,15E-02 | 9,06E-05 4,58E-03 1,15E-05 8,8
160115c 1,14E-02 | 7,94E-05 4,32E-03 1,12E-05 8,5
160115c 1,09E-02 | 4,66E-05 3,92E-03 1,47E-05 9,8
160115d 1,63E-02 | 6,71E-05 4,63E-03 1,19E-05 11,3
160115d 1,42E-02 | 1,13E-04 4,45E-03 1,42E-05 8,0
160115d 1,29E-02 | 5,29E-05 4,26E-03 9,86E-06 11,0
160115d 1,26E-02 | 6,97E-05 3,96E-03 9,77E-06 12,3
160115d 1,19E-02 | 7,88E-05 4,23E-03 1,03E-05 10,7
«TOJIBKO HUTPAT» 160108b 1,21E-02 4,59E-05 5,11E-03 9,14E-06 13,7
(— MoueBuHa, 160108b 1,33E-02 | 5,80E-05 4,43E-03 8,17E-06 10,9
N-nurpar) 160108b 1,28E-02 | 5,11E-05 4,54E-03 8,45E-06 12,2
160108c 1,36E-02 | 9,55E-05 4,92E-03 1,83E-05 8,86
160108c 1,24E-02 | 9,64E-05 4,47E-03 1,80E-05 9,75
160108c 1,34E-02 | 1,13E-04 6,43E-03 1,83E-05 7,05
160108c 1,28E-02 | 9,49E-05 5,20E-03 1,29E-05 8,7
160108d 1,20E-02 | 7,73E-05 5,71E-03 9,57E-06 10,13
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160108d 1,74E-02 | 7,13E-05 5,76E-03 9,77E-06 10,64
160108d 1,30E-02 | 7,67E-05 4,18E-03 8,47E-06 10,68
160111a 1,31E-02 | 6,91E-05 5,33E-03 1,27E-05 11,16
160111a 1,38E-02 | 7,94E-05 5,48E-03 1,19E-05 9,56
160111a 1,10E-02 | 6,40E-05 4,39E-03 1,30E-05 12,51
160113a 1,68E-02 | 5,80E-05 5,19E-03 8,71E-06 9,55
160113a 1,13E-02 | 7,28E-05 3,83E-03 1,56E-05 8,57
160113b 1,15E-02 | 5,31E-05 4,27E-03 9,69E-06 12,97
160113b 1,35E-02 | 6,57E-05 7,39E-03 1,36E-05 12,32
160113b 1,30E-02 | 9,20E-05 7,54E-03 2,13E-05 10,13
160113c 1,31E-02 | 5,23E-05 5,75E-03 1,04E-05 10,53
160113c 1,25E-02 | 6,12E-05 5,77E-03 1,40E-05 8,6

160113c 1,44E-02 | 6,31E-05 6,70E-03 1,07E-05 11,78
160113d 1,42E-02 | 6,18E-05 4,42E-03 7,51 E-06 9,48
160113d 1,05E-02 | 4,56E-05 4,46E-03 6,73E-06 12,7
160113c 1,31E-02 | 4,47E-05 4,75E-03 8,74E-06 8,23
160113c 1,46E-02 | 5,47E-05 5,30E-03 8,90E-06 9,0

Tab6nuna 5. [lepBuunsie gannbie u3meperuit metonom NanoSIMS, skcniepuMenTanbHas

ITOBTOPHOCTh

6.

Omnbku  Ilyaccona

IMPpUBCACHBI 11O

JaHHBbIM

POrpaMMmbl

Look@NanoSIMS. Pa3mep kieTKH TpeACTaBICH KaK JHAMETP Kpyra, COJepiKaIlero

CTOJIBKO € TTUKCENEH, CKOJIBKO COAEPKUT N300paKEHNE COOTBETCTBYIOLIEH KIIETKH.

Oummoka Ommoka | Pa3mep
Mapaaaeas | Usmepenne | BC/2C L2CIN/2CHUN

IIyaccona ITyaccona | (MKM)

«KOHTPOJITB 141119e 1,15E-02 | 9,07E-05 3,94E-03 1,01E-05 10,4

141119 1,19E-02 | 9,52E-05 3,77E-03 1,19E-05 9,7

141119 1,14E-02 | 9,98E-05 3,94E-03 1,12E-05 10,0

141120c 1,07E-02 | 3,95E-05 3,91E-03 1,04E-05 11,3

141121a | 1,10E-02 | 1,03E-04 4,05E-03 1,40E-05 10,8

141121a | 1,14E-02 | 1,17E-04 4,13E-03 1,66E-05 8,5

141121a | 1,10E-02 | 1,78E-04 3,87E-03 1,99E-05 6,8

141121b 1,11E-02 7,30E-05 4,02E-03 8,36E-06 91

141121c 1,12E-02 | 8,33E-05 3,97E-03 1,08E-05 7,3

141211b 1,09E-02 5,14E-05 4,00E-03 7,79E-06 8,3
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141212a 1,07E-02 | 5,95E-05 4,04E-03 1,30E-05 12,3
141212a 1,02E-02 | 9,56E-05 4,19E-03 1,61E-05 9,4
141215c 1,14E-02 | 6,90E-05 3,83E-03 1,42E-05 10,0
141215c 1,14E-02 1,02E-04 4,20E-03 1,39E-05 7,4
141215c 1,13E-02 1,25E-04 4,08E-03 7,71E-06 7,9
«MOYEBUHAY 141118a 1,55E-02 1,79E-04 6,64E-03 2,22E-05 58
(+ MoueBuHa, 141118a 1,59E-02 1,09E-04 6,15E-03 1,75E-05 7,4
®N-moueBuna) 141118a 1,66E-02 1,24E-04 8,76E-03 2,63E-05 4,8
141118a 1,67E-02 | 9,24E-05 1,00E-02 1,99E-05 7,3
141118a 1,67E-02 | 8,75E-05 6,18E-03 1,60E-05 7,4
141124a 1,38E-02 1,19E-04 5,02E-03 1,63E-05 7,2
141124a 1,89E-02 1,71E-04 7,24E-03 1,57E-05 7,8
141124a 1,45E-02 | 9,13E-05 7,36E-03 1,64E-05 9,8
141124a 1,75E-02 1,31E-04 4,95E-03 1,56E-05 8,0
141124b 1,75-02 | 6,99E-05 7,15E-03 1,56E-05 7,9
141124c 1,96E-02 1,44E-04 5,75E-03 1,64E-05 9,6
141124c 1,50E-02 1,20E-04 5,98E-03 2,18E-05 7,8
141124c 1,87E-02 1,46E-04 7,32E-03 2,00E-05 8,4
141124c 1,81E-02 1,56E-04 1,19E-02 3,78E-05 7,0
141124d 1,89E-02 | 4,41E-05 6,52E-03 8,01E-06 8,6
KHUTPATH 141125a 1,24E-02 | 9,99E-05 4,22E-03 1,13E-05 9,0
(+ MoueBuHa, 141125a 1,57E-02 1,50E-04 4,77E-03 1,42E-05 8,8
®N-nurpar) 141125a 1,96E-02 1,39E-04 4,14E-03 1,20E-05 8,7
141125b 1,52E-02 1,08E-04 4,92E-03 1,31E-05 8,4
141125b 1,38E-02 1,07E-04 4,49E-03 1,45E-05 10,0
141125b 1,44E-02 1,13E-04 4,12E-03 1,26E-05 7,4
141125b 1,79E-02 1,15E-04 4,06E-03 1,52E-05 6,8
141125c 1,46E-02 | 8,99E-05 4,77E-03 2,03E-05 10,7
141125c¢ 1,94E-02 1,22E-04 5,19E-03 1,44E-05 8,2
141125c¢ 1,56E-02 1,72E-04 4,26E-03 1,46E-05 8,7
141125d 1,24E-02 | 7,64E-05 4,56E-03 1,46E-05 10,7
141125d 1,33E-02 1,36E-04 4,41E-03 2,38E-05 8,9
141125d 2,14E-02 1,47E-04 4,75E-03 2,19E-05 8,7
141212b 1,40E-02 | 8,27E-05 4,52E-03 1,86E-05 9,3
141212c 1,43E-02 1,15E-04 4,24E-03 1,46E-05 8,6
141212c 1,77e-02 | 9,35E-05 4,70E-03 2,22E-05 7,4
141212c 1,50E-02 | 8,66E-05 4,84E-03 2,18E-05 8,5
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141212c 2,39E-02 1,07E-04 4,93E-03 1,41E-05 9,4
141215a 1,40E-02 | 3,30E-05 4,79E-03 6,62E-06 8,9
«TOJIBKO HUTPAT» 141126a 1,30E-02 9,36E-05 4,82E-03 1,31E-05 9,3
(**N-nuTpar) 141126a 1,58E-02 1,23E-04 6,06E-03 1,43E-05 8,2
141126a 1,55E-02 1,10E-04 6,43E-03 1,88E-05 10,0
141126a 1,40E-02 1,33E-04 5,47E-03 1,56E-05 8,4
141126b 1,61E-02 1,88E-04 5,82E-03 2,13E-05 7,8
141126b 1,63E-02 1,45E-04 4,83E-03 1,95E-05 7,6
141126b 1,30E-02 | 9,28E-05 5,08E-03 1,62E-05 8,9
141126b 1,47E-02 | 2,47E-04 4,79E-03 2,86E-05 7,0
141126¢ 1,19E-02 1,86E-04 4,98E-03 2,73E-05 7,7
141126¢ 1,27E-02 1,21E-04 4,91E-03 4,43E-05 9,3
141126¢ 1,92E-02 1,60E-04 5,10E-03 2,08E-05 6,7
141204c 1,38E-02 | 7,92E-05 5,45E-03 1,08E-05 8,2
141204c 1,56E-02 | 5,41E-05 5,20E-03 1,33E-05 10,8
141210a 1,52E-02 | 4,66E-05 6,49E-03 6,43E-06 8,2
141210a 1,62E-02 | 3,73E-05 6,79E-03 7,33E-06 10,1
141211a 1,26E-02 1,52E-04 4,81E-03 1,79E-05 8,0
141211a 1,38E-02 | 6,78E-05 5,38E-03 1,75E-05 9,9




