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Pe3rome

Muxkcotpoduss — CrnocoOHOCTh COYETAaTh aBTOTPOPHBIA U TeTEPOTPOPHBIH CIIOCOOBI MUTAHUSI —
HIMPOKO PACIpPOCTPaHEeHA CPEIH MUKPOOPIaHM3MOB, B TOM YHCJC B TAKUX BAKHBIX [UIAHKTOHHBIX IPYII-
nax, Kak JUHO(MIAre/UsITH U HaHo0akTepui. MUKCOTPO(M S 3HAYNTEIBHO yCIOKHSICT HAIIN IPEICTaB-
JICHHSI O TIOTOKAX BEIIECTBA M YHEPTHU B MOPCKHX 3KOCHCTEMAX, [I0ATOMY OHA SIBISICTCS OOBCKTOM MPH-
CTaJIbHOTO U3YYCHHS Ha [IPOTSHKCHUH HECKOIBbKHX AecsTiiieTnil. TeM He MeHee TOYHbIC JaHHbBIC O OaslaH-
Ce aBTO- M reTepoTpodUr BO BpeMsi MHKCOTPO(HOrO pocTa 0 CHX IOp OTCYTCTBYIOT, YTO CBSI3aHO B
MIEPBYIO OYepe/ib C HeAOCTATOYHBIM MIOHUMAHHEM (DU3UOJIOTMISCKUX M MOJIEKYJISIPHBIX OCHOB 3TOTO SIB-
neHus. B 1aHHOM 0030pe MBI OCBEIIaeM IKOJOTMYECKUE U MUTOPU3HOIOTHISCKUE aCTIEKThl HCCIIEI0Ba-
HUSI MUKCOTPO(HU Y MUKPOOPTaHU3MOB, & TAK)KE BO3MOKHBIE MPUIUHBI OTHOCHTEIIEHO MEUICHHOTO MPO-

rpecca B 9T0i 06nacTH.

Kniouesvie cnosa: aBroTpodus, rereporpodusi, MUKcoTpodusi, auddepeHnnanbHas SKCIpeccus re-

HOB, (PU3MOJIOTH MUKPOOPTaHU3MOB.

Hcroprudeckn SKOJIOTHS B OUTO(UUOIOTHS Pa3BUBA-
JUCh OoJiee WM MeHee He3aBUCUMBIMU My TsIMH. Tpaauiu-
OHHO 9KOJIOTH COOMpPAIH OJIEBbIE JaHHbBIE, CTPOUIIN MaTe-
MaTH4eCcKHue MoJenu (PyHKUMOHUPOBAHUS KOCUCTEM, TO-
TOBUJIA SKOJOTUYCCKUEC SKCIICPTU3BI U IPOTHO3LI. B cBoro
ouepellb HTUTO(UZUOJIOTH, UCTIONB3YS IUPOKUI Habop Ja-
060paTOPHBIX METOAOB, H3yUall CTPOCHHE U (DyHKIIMNU KJle-
TOK, NPHUYECM TI'JIaBHBIM 06pa30M KJIIETOK BBICIONUX KHBOT-
HBIX U pacteHuid. Kazanochk, 94T0 y 3TUX IBYX BeTBEH OHO-
JOTHH pPa3HBIC IETH M M0 TOYCK CONPHUKOCHOBCHUSI.
OxHAaKO B AIIOXY BO3pACTAIOIIEr0 HHTEPECa K OHOKICTOY-
HBIM OpraHM3MaM, OHomacca KOTOPBIX IpEBBINIaeT OHO-
Maccy BCeX IMPOYHX JKUBBIX CYIISCTB Ha 3eMIle, Bce U3Me-
Husoch [1—4].

o Tex mop moka peub MAET O KJIETKaX MHOTOKJIETOY-
HBIX OPraHU3MOB, CBSA3b UUTO()U3HOIOTHH C SKOJIOTHEH He
SIBJIIETCS] CTOJIb OUEBUIHOMN, MOCKOJIBKY OTBETCTBEHHOCTh
32 B3aUMOJEUCTBUE C OKpPYXKAIOIEH cpenodl B INEPBYIO
ouepenb OepyT Ha ceOsi OTAEIbHBIC OPTaHbl U TKAaHU, HE
BXOJISIIIME HAMIPSIMYIO B KOMIICTECHITHIO KJIETOUHOH (hrsno-
noruu. Jleno oOCTOUT WHAYe, KOraa 00BEKTaMH UCCIIE0-
BaHUSI SIBIISTIOTCS] KJIETKH MHKPOOPTaHU3MOB. B aTOM Ciry-
Jae B3aUMOJEHCTBHUE C BHEIIHEN CPENOil, a TAKKE C APYTHU-
MU TPEACTABUTEISIMA SKOCHCTEMBI MOJHOCTBIO JIOKHUTCS
Ha KICTKY, BBIONHSIOMYIO (DYHKIUU LEIOCTHOIO Opra-
HU3Ma. B pesynpraTe rpaHb MeXIy OUTO(MU3UOIOTHCH H
9KOJIOTHEH B €€ KJIACCUYECKOM NMOHMMAaHUH CTUPAETCs, U

MOYXHO TOBOPHTH O HOBOW CHHTETUYCCKON TUCIIUTUIHHE —
9KOJOTHYECKO IuTodu3uonoran. Kpome Toro, CBs3b 3KO-
JIOTWU U UUTO(U3UOIOTUH IPOSBIIETCS CIIC U B TOM, YTO
TOHKUE (U3HOJIOTHICCKUEC M OMOXUMHYECKUE IPOIECCHI,
MPOTEKAIOIIHME B KICTKAX MUKPOOPraHU3MOB, HIPAIOT He-
MIPEB30iIEHHYI0 poJib B Ouochepe, odecrieunBas GyHKIHO-
HUPOBaHUE OMOT€OXMMHUYECKHX LUKIIOB 3JIEMEHTOB [5].
MHUKCOTpOpHOE MUTAHHE MPOTUCTOB SBISICTCS SPKUM
MIPUMEPOM COBOKYITHOCTH KJIETOYHBIX MEXaHU3MOB, 00eC-
MEYNBAIOIINX B3aUMOJCHCTBHE KICTOK-OPTaHU3MOB CO
cpemoit OOMTaHUS U UMEIOIIUX OTPOMHOE SKOJIOTHIECKOE
3HaueHne [6—S8]. MccrienoBanus, MOCBAMICHABIE MHKCO-
TpoduH, MPOBOASTCS IAaBHO, OJJHAKO YCIIEXH B 3TOH o0Jac-
TH JI0 CUX TIOp CKpOMHBI [9]. ' TaBHast mprunHA 3TOTO KPO-
€TCs B TOM, 4TO JOJT0€ BPEeMs ISl U3YUEHHSI MUKCOTPO-
(UM UCIONB30BAUCH B OCHOBHOM IOJXOIBI MOJEBOH U
SKCIEPUMEHTANBHON JKonoruu. OJHAKO, KaK IOKa3alio
BpeMsi, 3TOro OBUIO HEJOCTATOYHO, HECMOTPS HA HECO-
MHEHHOC 3HaUCHHE MOJJ00HBIX paboT. OTBETHI Ha KIIOUE-
BBIC BOMPOCHI OTHOCUTEIHHO MUKCOTPODHH Y MUKPOOpPTa-
HU3MOB MOTYT OBITh ITOJIyYCHBI JIUIIb B PE3YJIbTAaTe 00Be-
JTMHEHHBIX YCHINH UCCIeIoBaTeNell B 00IaCTH SKOJIOTHH,
IUTO(GHU3MOIOTHH U OMOXUMUH KJIETKH. B HacTosimem 00-
30pe aeTcsl TMPEICTABICHUE O B3AaHMMOCBSI3H IKOJIOTHYEC-
CKUX U IIUTO(PHU3HOTOTHUECKIX MUCCICTOBAHUN, NMEIOIIIX
OTHOIICHUE K MHUKCOTPO(HH, U HAMEYAIOTCS ITyTH Hajlb-
HEHIIero pa3BUTHS TOU MEPCICKTHBHOM 00JIaCTH HAYKH.
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MukcoTpousi ¢ TOUKH 3peHHs1 IKOJIOTHU

MuxkcoTtpodus — 3T0 MeTaboInvecKas CTpaTerus He-
KOTOPBIX OPraHU3MOB, OOBEAMHSIONMAS B ceOe YepThl aB-
TO- ¥ TETEPOTPOQHH, T. €. HCIOIH30BAHIE PA3TUIHBIX HC-
TOYHHUKOB yriiepoja u suepruu [6, 10]. Yame Bcero Berpe-
9aeTcsl BAPHAHT coueTaHus PoTorpoduu (PoToCHHTE3a) C
a’pOOHON TeTepOoTPOPHOCTHIO, KOTOPAsI OCYIIECTBIISIETCS
00 myTeM (parouUTHPOBAHUSI JPYTUX OPraHU3MOB U Ya-
CTHIl OPraHUYECKOro BEILIECTBA, MO0 MyTEM OCMOTPOd-
HOT'O MOTJIOIIEHHMS] PACTBOPEHHBIX OPraHUYECKHUX BEIECTB
[11]. CnengyeT OTMETUTD, UTO HapsIy € BbIILIEyKa3aHHBIMU
crocodamu aBTOTpodus U rerepoTpodus BO BpeMs: MHK-
COTpO(HOTO pocTa HEKOTOPHIX MHUKPOOPTAHW3MOB MOTYT
OCYIIECTBIATHCS IOCPEICTBOM XEMOCHHTE3a W IKHIKO-
(hazHOTO 3HI01MTO3a (TMHOIMTO3a) COOTBETCTBEHHO. O1-
HAKO M XEMOCHHTE3, ¥ MTHHOIITO3 PEIKO BCTPECUAIOTCS Y
MHKCOTPO(OB ¥ M3yUeHBbI OYCHb CJIa00, MOITOMY MbI HE
OyzmeM paccMaTpUBATh MX B JaHHOM 0030pe.

CriocoOHOCTh K MUKCOTPOGMHUH Y pa3IHYHBIX OPraHu3-
MOB MOXET OBITh BBIpaXKCHA B pa3HO# ctereHu. Ha atom
OCHOBAaHUU BCEX MUKCOTPO(GOB MOKHO Pa3JCIUTh HA TPH
rpynnsl [12].

1. Mukcotpo¢s! I THIIa — 3TO OpraHu3Msl, 00JI1aAa0-
mye coOCTBEeHHBIMU TuIacTHaaMu. [Ipu 3ToM OHHM oJHMHa-
KOBO YCIICIIHO PAacTyT Kak aBTOTPO(HO, TaK U TETEpo-
TpodHO. Kaxk1plii 3 IBYX THIIOB METa0OIM3MAa MOXKET He-
3aBHCUMO 00ECIICUNBATh KHU3HEACITEIHHOCTh OPTaHU3Ma
B COOTBETCTBYIOIINX YCIIOBHSIX.

2. Muxkcotpodsrt 11 THITa — 3T0 OpraHU3MBI, TAKXE 00-
Janaiomue coOCTBCHHBIMU ITACTHIAMH, OJJTHAKO OHH CIIO-
COOHBI TJIaBHBIM 00pa3oM K aBTOTpopHOMY pocTy. Takue
OpraHu3Mbl MOTPEOISIFOT OPTAaHKUKY JIUIIb B Ka4ECTBE JIO-
MOJTHUTEFHOTO HCTOYHHKA TIUTAHHS ¥ YHEPTUU B YCIOBH-
SIX, KOT/Ia 10 TOM WJIM WHOW MPUYHHE aBTOTPO(HS CTaHO-
BHUTCSI HEJIOCTATOYHO A((HEKTUBHOMA.

3. Muxkcotpodsr Il Trma nepBUYHO reTepoTpOoQHBI, HO
WHOTa TPUOOPETAIOT CIOCOOHOCTH K aBTOTPO(HOMY CIIO-
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Opraanyeckoe BEIECTBO

Puc. 1. Pons Mukcorpoduu B moTokax yriepona B Tpoduue-
CKHX CETSIX Ha YPOBHE IUIAHKTOHHBIX MHKPOOPTaHHU3MOB.

Cnaownvimu cmpenkamu TOKAa3aHO HaINpaBICHHE IIOTOKOB yIIepoja
IPH «KITACCHYECKOM» B3IIIsAe Ha TPOYHUECKHE CETH, KOTa MUKCOTPO-
¢bt 11 THna BocupuHUMaroTcst Kak aBToTpodsl, a Mukcorpods! 111 Tu-
a — HMCKJIIOYUTEIBHO KaK IeTepOTPOdBL. [IyHKmMupHvimu cmpeakamu
MOKa3aHO HAIPaBJICHNE IIOTOKOB YIIIepO/ia IPH UCTIOIb30BaHUH MUKCO-
TpodhaMH albTEPHATHUBHBIX CTPATEruii MeTaboIN3Ma.

co0y XKM3HHU, OOBIYHO Oyarofapst aBTOTPOGHBIM CUMOUOH-
TaM WM TaK HA3bIBAGMBIM KJICHMTOXJIOpPOILIACTAM, T. €.
XJIOPOTIIIACTaM, «3aUMCTBOBAHHBIMY y IPYTHX OPTaHU3MOB.

B nanrOM 0030pe MBI COCPETOTOUNMCS] HA MHKCOTPO-
¢ax Il Tuma, XOTs 1 OCTaIBHBIC THITBI MEKCOTPO(UH IIpe-
CTaBISIIOT CYIIECTBECHHBIH HHTEPEC.

[TepBoHAYATHPHO OTKPHITHE MUKCOTPO(QHN BOCTIPHUHSITH
KaK MHTEPECHBIH (hakT, Kak elmie oJiH IpuMep uzoodpera-
TENFHOCTH MPHPOABl. OTHAKO BCKOpPE CTajO SICHO, YTO B
MHUKPOMHPE MHKCOTpPO(Hs SBISETCS CKOpee HpaBHIIOM,
yeM uckmoueHueM. OKa3anock, YTO OHA IUPOKO PACIPO-
CTpaHeHa CpPeaH NMPOKAPHUOT U MPOTUCTOB, B TOM YHUCIIE B
TaKMX KPYMHBIX TPYMIIaX OJHOKJIETOYHBIX IIAHKTOHHBIX
OPTaHU3MOB, KaK JTUHO(IIATEIIISATHI, 30JIOTUCTBIC U KPUII-
TouTOBEIC BoJTOpOCHH [7]. DTO 0OCTOSITENLCTBO BHI3BAIIO
0COOBIN MHTEpEC, TaK KaK paHee SKOJOTH CYUTAIH OO0Jb-
UIMHCTBO TpeJcTaBuTeNieil 3TuX rpynn (GoToTpodHBIMH
U TO0 3TOW MPUYHMHE ITOMEHIATN MX B CaMO€ OCHOBaHHE
SHEPTETHUCSCKIX MHPAMHU B KaUeCTBE TIEPBUYHBIX MTPOIY-
[eHTOB. boiiee MOJOBHMHBI M3BECTHBIX AWHOMIATCIUIAT H
0 Ce# JeHb BOCIPUHIMAIOTCS] HAYYHBIM MUPOM KaK OJTHa
U3 OCHOBHBIX TPYI (DUTOIUIAHKTOHA, 00ECIICUNBAIOIINX
okeaH nepBuuHOi npoaykuueit [13]. C npyroit cropoHsl,
TaKhe OPraHN3MBbl, Kak HH(PY30pHH, BCET/Ia paccMaTpHBa-
JMCh B Ka4yeCTBE KJIACCHUECKUX TeTepOTPO(OB, OIHAKO
0Ka3aJI0Ch, YTO MHOTHE U3 HUX B MOJIHOW Mepe MOJIb3YI0T-
Csl IPerMYIIeCTBaMH, KOTOpble naet ¢orocunres [8, 14,
15]. HeoxuganHast pacpoCTpaHEHHOCTh MUKCOTPO(HH B
IpUpPOJIe, HACTOSAIINN BCIUIECK COOOIIEHHH 00 oOHapyKe-
HUM HOBBIX MHKCOTPO(OB MOMIATHYJIH TPaJUIUOHHbBIC
B3IJIIABI HA OPTaHU3aIMIO THIIEBHIX CETe B MHPOBOM
OKeaHe Ha YpOBHE MHKpoopraHu3moB [16—21] (puc. 1).
OmHaKo pa3o0paThes B JICUCTBUTEIILHON OpraHU3aIiy Ta-
KHX CeTel 0Ka3aJoCh COBCEM He mpocTo. /i 3Toro HeoO-
XOIMMO OBUTO TPEKIC BCETO OTBETHUTH HA JBa BOIPOCA:
KaKoB OaJaHC aBTO- M IeTepoTpo(Huu BO BPEMs MHKCO-
TpodHOTO pocTa 1 KakUMH (paKTOpaMH OH peryIHpyeTcs?

bananc aBTO- M rereporpogpuu
BO BpeMsi MUKCOTpPOo¢HOro pocra

OCHOBHBIM METOAOM MTPHUOIU3UTECIHHOM OIIEHKH YHCIIa
KJIETOK, OCYHICCTBISIIONINX TeTepoTpodHOE MHUTAHHUE, B
MOMYJIAUE MHUKCOTPO(OB OblIa M OCTaeTCSI MHUKPOCKO-
nusi. MeToJ; OCHOBAH Ha TOM, 4TO B CIIy4ac NOEAaHUS MUK-
coTpodaMu APYTUX OPraHU3MOB B UX KJIETKaX 00pa3yroT-
Csl MUILEBAPUTEIbHBIC BaKYOJIH, KOTOPBIE XOPOILIO BHIHBI
IIPU MUKPOCKONINYECKOM HCCIIeIOBAHUH KyJIbTypsl. Hamu-
yre (haronUTHPOBAHHBIX OPTaHM3MOB B ITHINEBAPUTEIIb-
HBIX BaKyOJISIX MHKCOTPO(OB MOXKET OBITH YCTAaHOBJICHO C
MTOMOIIBIO AMH(IYOPECIEHTHON MHKPOCKOIIMH: HEKOTO-
pble TUTMEHTUPOBAHHbIE OPraHU3Mbl, HAIIPUMEP KPUIITO-
(uTOBBIE BOJIOPOCIH, OOJATAIOT aBTOMIYOpECHEHITHEH
IIPY OCBELIEHUH CBETOM OIPEIETICHHOM JJIMHBI BOJIHBI [22,
23]. B ocraipHbIX Cilydasx MOXKET NPUMEHSTbCS IMpeBa-
puTeNbHOE (UTyOpECEHTHOS MEYSHNE MHUIIEBBIX OPraHn3-
MOB [24, 25], a Taxxke (IyOpecUeHTHOE OKpalluBaHUE
KyJbTyp nocie pukcanun kakum-nmn6o JJHK-kpacurenem,
HanpuMmep DAPI, unu mytem duyopectieHTHONH TuOpuIu-
sauuu CARD-FISH [26]. B nocieaHux AByX ciy4asx Mu-
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[IEBAPUTEIIEHBIC BAKyOJIH, COJCPXKAIME OKPAIICHHYIO
JAHK ¢daromutupoBaHHbIX OPraHU3MOB, TAKXKE XOPOIIO
3aMETHBI, CIJIEJIOBATEIBHO, CIIOCOOHOCTh K (arommrosy
KJIICTOK MCCICTyEeMON KyJIbTYPHl MOKHO OIICHUTH KOJHMYE-
CTBEHHO.

K cosxaneHnro, OMCaHHBIA METOJI yUeTa JOJIH TeTepo-
TPO(OB B MUKCOTPO(HOI KyIBTYpe HE JaeT BOZMOKHOCTH
OTBETHUTH Ha BOIPOC O BKJIAJC aBTO- U TeTepOTPOdUU B
MUKCOTPOQHBIH pocT. [leo B TOM, YTO TaKUM IYTEM HUC-
CJIEZIOBATEI MOTYT JIUINb OLEHHUTH JOJI0 ITOIYJISILUH,
MprOerapIyo K reTepoTpohHOMY TUTAHUIO, OTHAKO (a-
TOIUTUPYIOIIUE KIETKU OJTHOBPEMEHHO C reTepOTPO(HBIM
MUTaHUEM MOTYT OCYHIECTBIATH M oTocuHTe3. Kpome
TOT'0, OTCYTCTBUC MUIICBAPUTCIIbHBIX BaKyOHeﬁ B KJICTKax
HCCIeAyeMON KyJIbTYphl HE TapaHTUPYET TOTO, YTO 3TH
KJICTKH HE MPUOETaroT K TeTepOoTPOHH, TAK KaK €CTh CBH-
JETEIHCTBA O TOM, YTO y OPTaHH3MOB, HETABHO OCYIIIECTB-
JIBIIUX (aromnuTo3, MHIICBAPUTEIBHBIX BAaKyoOJeH BO
BpEeMsI MHKPOCKOITHYECKOTO HCCIICIOBAHUS MOKET HE Ha-
Omomatecs Giaromapsi JOCTaTOYHO OBICTPOMY IepeBapH-
BAaHMIO M CMEHE CTaJHil KJIeToYHOoro nukia [27].

E1e oquH cepbe3HbI HETOCTATOK MUKPOCKOITNIECKO-
r'0 METOZA JUTSI OLCHKH JIOJIU TeTePOTPOMHBIX KIETOK B I10-
MYJUSIAA MUKCOTPO(OB — 3TO €ro IMPUMEHUMOCTH HCK-
JIOYUTEIFHO K MHKCOTpO(daM, OCYIIECTBISIOMUM (aro-
LUTO3, T.e€. MOeJaHhe JpPYrux opraHu3smoB. OpjHaKo
MOHSATHE MHUKCOTPO(UN BKIIOYAET B ce0sl TaKXkKe CIOCO0-
HOCTh COYETATh aBTOTPOQHUIO C OCMOTPOPHBIM MOTJIONIE-
HUEM PACTBOPCHHBIX OPraHNICCKUX BCUICCTB, B TOM YUCJIC
MIOTJIONICHNEM TIFOKO3BI U APYTHX MPOCTHIX CaxapoB, MO-
4eBUHBI U1 aMUHOKHCIOT [11]. OueBuanHO, 94TO y4eT ocMo-
TpoHO# TeTepoTpohuu MHUKPOCKOIHMYSCKAM METOJIOM
HeBO3MOKeH. [l Toro, a Takxke s Ooiee TOCTOBEp-
HBIX OICHOK BKIaaa arorpodHoil rerepoTpodun HEOO-
XOJMMBI UHBIC TIOJXOIBL.

OnmHUM W3 TaKuX MOJIXOJOB SIBISICTCS OLIEHKA (OTO-
CHUHTETHYCCKON aKTUBHOCTH HCCIICIYEMBIX OPTaHU3MOB B
COBOKYITHOCTH C OLIEHKOW CKOPOCTH POCTA IOILYJISLIUH.
Hanpumep, TakuM croco6oM ObLIO MOKa3aHO, 4TO (POTO-
CUHTCTUYCCKAasA aKTUBHOCTDb MONYJISIMUN KT'YTUKOHOCHEB-
nuHodnaremar Dinophysis norvegica B cyb6aydoTtude-
ckoMm croe bantuiickoro Mops Oblla HeJOCTATOYHA IS
Mo iep>KaHus HaOII0AaeMOT0 POCTa OMYJISIIUH U, CIIEI0-
BaTEIBHO, POCT JOJDKEH OBLT JTOTOIHUTEIBHO MOICPKH-
BaThCs 3a cyeT rereporpodHoro nutaHus [28].

Haunb6osee 3¢ (hekTHBHBIM METOJIOM OIIEHKH BKJIaJIa T'e-
TEpPOTPO(UU B POCT MOIYJSIIIMA MUKCOTPO(OB SBISCTCSI
UCIIOJIb30BaHHE CyOCTPATOB, MCUCHHBIX PaIHOAKTHBHBIMU
uzoromamu yriepona Cl4. Dror moaxon B 2006 1. nmpume-
HWI Anonbd ¢ coaBTopamu [27]. CyTh €ro 3aKJIIo4aeTcs B
TOM, YTO B HECKOJIBKHX SKCIIEPUMCHTAX OIWH U3 UCTOYHU-
KOB yTJIEPOAa IS MCCICTYEMON KyIbTyphl — HEOPTaHH-
gyeckuil kapoonat HCO; mim jke KIeTKH MHUIIEBBIX Opra-
HU3MOB — COIEPKUT aToMbl yriepoga C!4. ITo akTuBHO-
ctu aromoB C4, Haxomsiuxcs B OuoMacce, MOXKHO
CYyOUTh 00 WHTCHCHBHOCTH BKIIOYCHHUS TOTO WM HHOTO
cyOcTpara B KIETKU HCCICAYSMBIX OPraHU3MOB. DTOT Ke
MPUHIIHAIT MOKHO HUCIIOIB30BaTh U B OKCIIEPUMEHTAX C IIPH-
MEHEHUEM CYyOCTPaTOB, MEUYCHHBIX CTAOMIBHBIMU HU30TO-
namu yraepoga C13 [29]. Hy»HO moq4epKHYTh, YTO CaMU
mo cebe TaKue METOJIbl MO3BOJISIOT CYIUTh JIHIIL 00 aK-

TUBHOCTH BKJIFOUEHHUS MCIIOJIb3yeMOro cyocTtpaTta B OHO-
Maccy, HO He 0 OamaHce aBTo- u rereporpodun. [lostomy
Ha JAHHOM 3Talle Pa3BUTHSI H30TOMHBIX METOIOB UCCIIEIO0-
BaHUS MUKCOTPO(HN OHH TOJDKHBI IPIMEHSITHCS B KOMOH-
HAIWU C IPYTHMH TOAXOJaMH, KaK 3TO B OBUIO CHIEIaHO B
pabote Anonnda ¢ coaBTopamu [27].

[IpuHUMas BO BHUMaHHE HEJOCTATKH CYIIECTBYIOIINX
METOAMK, BCE OHH HE JAIOT TOYHOH KOJWYECTBCHHOM
OLICHKH OallaHca aBTO- U IeTepoTpoduu y MUKCOTPO(OB.
PaspaboTka HaIeKHBIX B BMECTE C TEM JOCTYIIHBIX CIIOCO-
0OB OILIEHKHU DTOro OajaHca, B TOM YHUCIIE in Situ, — JIEN0
Oyayuiero.

dakTopbl Cpeabl,
peryJiupyoiue MUKCOTPOQHBIA pocT

Crieqyromuii Ype3BbYaiiHO BaXKHBIHN JJIST 9KOJIOTOB BO-
MPOC: KaKuM 00pa3oM peryiupyercs Mukcotpodusi? B ka-
KOH MOMEHT aBTOTPO(HBIC OpraHU3Mbl HAUWHAIOT aACCH-
MUJIUPOBATh PACTBOPEHHOE OPraHUYECKOE BEIIESCTBO HIIU
JlakKe OXOTUTHLCS Ha IPYTUX MpeACTaBUTEICH MUKpoMupa?
EcrecTBeHHBIM OBUIO TIPEIIOJNIOKUTH, YTO aBTOTPO(HOE
MUTaHUE HCIONB3YETCSI MUKPOOPTaHU3MaMHU TIPU XOpPO-
IeM OCBEIICHHWH U JIOCTATOYHOM KOHILEHTpPAluu Heopra-
HUYECKUX HCTOYHUKOB a30Ta U ¢ochopa, HEOOXOIUMBIX
Juts (POTOCHHTE3a U POCTa, TOTJAa KaK MPUCYTCTBUE B Cpelie
MOJIXO/IAIIMX OPTaHUYECKUX CyOCTPAaTOB W/WITH IHUINEBBIX
OpPTaHU3MOB CIIOCOOCTBYET rerepoTpodHOoMy TTUTanuto [30,
31]. Onnako GoJjiee MO3IHIE SKCIIEPUMEHTHI TIOKA3aJIH, YTO
peryJsiys MUKCOTPO(UH UMEET B OCHOBE 0OJiee CIIOKHBIC
MeXaHu3Mbl. Tak, BBIACHHIIOCH, YTO XOpOIIEe OCBEIICHUE
MOKET WHIyLIUPOBATh HE TOJIBKO (POTOCHHTE3, HO U (haro-
IUTO3 y MMPOTHCTOB, @ OPrAaHWYECKUE CYOCTPAThI CIIOCOOHBI
YCKOPSITH (PUKCAIIUI0 HEOPTaHMYECKOTO YIiIepoa, MOCTaB-
JIsisi OpraHu3MaM HeoOX0IMMbIe OMOTEHHBIC DJIIEMEHTHI [32,
33, 23]. Bo MHOTHX HCCJIEIOBAHMSIX BBICKA3bIBAKOTCS MIPEJI-
MOJIOKEHUSI O TOM, YTO U JIPYTHe, IMOpOW HEOXKUIaHHBIE,
(axTopsl (TeMmeparypa, TYpOYJNEHTHOCTb cpenbl, (asa
KU3HEHHOTO IMKJIAa) MOTYT UTPaTh POJib TPUITEPOB.

Ha ceronnsmnuii 7eHb MBI HE IOHUMAEM BCEX IPHUH-
[UTIOB PETYJISIUN MUKCOTPOPHUH Y MHUKPOOPTAHU3MOB H
MOJKEM TOJILKO KOHCTaTHPOBATh, YTO, [0 BCEW BUIMMOCTH,
HE CYIIECTBYET YHUBEPCAIBHBIX 3aKOHOB JUIS BCEX MHKCO-
TpodoB. He cTOUT 3a0BIBATh M O TOM, YTO CYIIECCTBYIOIIHE
METOJIBI OIICHKH OaJlaHca MUKCOTPO(HHU, O KOTOPBIX MBI T'O-
BOPWJIA BBIIIE, HECOBEPIICHHBI, @ 3HAYUT HCCIIC0BATEIIN
MOTYT YIyCKaTh U3 BUJY BaXKHbIC (DaKThl BO BpeMsl dKCIie-
PUMEHTOB TO peryysnud MukcoTpoduu. HecoMHeHHO
OJIHO: TIOHATH IyTH PETYJISILIMU MUKCOTPO(UU U YCIEUIHO
MIPUMEHHUTH 3TH 3HAHUS B DKOJOTUU U OMOTEOXUMUU OyIeT
HEBO3MOXKHO JI0 T€X IOp, MOKa SBJICHUE MUKCOTPODUH HE
Oy/ieT M3Y4YeHO C TOYKHM 3pEHHS OMOJIOTHH KJICTKH.

MuxkcoTpodusi ¢ TOYKH 3peHHSA
MUTO(PU3HOTOTHN

MukcoTpodusi — 3TO KOMIUIEKCHBIH THIT METabOoIn3-
Ma, codeTaromuii B cebe HECKOJIBKO CTpaTeruil (puc. 2).
C OIHOU CTOPOHBI, KIETKE HEOOXOIUMO MOJICPKUBATH
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Puc. 2. Bo3Mo)kHBIE ITyTH MIOCTYIUICHUS YIepoa, a3oTa u (oc-
¢dopa B KIIETKy MHKCOTPO(HOTO OpraHu3Ma.

POB — pacteopenHoe opranndeckoe BemectBo; Copr — yIiepox
OpPraHMYECKUX BEIIECTB; / — TPAHCIOPTEPbl OPraHUYECKHX BEILECTB;
2 — (bepMeHTBHI, 0CYIIECTBIIOIIE THAPOIH3 OPTaHUUECKUX BEIIECTB C
BBICBOOOJK/ICHMEM HEOPraHUYECKMX MOHOB; 3 — TPaHCIIOPTEpHI
HEOPraHUYeCKUX HMOHOB; 4 — (epMeHTbl, OCYyLIECTBISIOLINE
BOCCTaHOBJICHUE HEOPIAaHHIECKHUX HOHOB.

MOJICKYJISIPHBIN (DOTOCHHTETHYESCKHI ammapaT W BeCh Ha-
60p depmenToB nmukina KanpBuHa, He0OXoauMBIC It (O-
TOCHHTE3a U (PUKCALUU HEOPTaHUYECKOrO YIIIEpoJa.
C npyroii cTOpoHBI, Ui TeTEPOTPOGHOr0 POCTa HYKHBI
MeMOpaHHBIE TPAHCIIOPTEPHI MPOCTHIX OPTaHHUECKUX BE-
IIECTB, 324aCTYyI0 9KTO- U 3K30(EPMEHTHI JUIsl BHEKIIETOY-
HOT'O THJPOJIN3a OPraHUYCCKUX MMOJUMEPOB WU ke (aro-
[UTapHAsl AKTUBHOCTH C MOCJICAYIONIMM [1EPEeBaAPUBAHHECM
Mpyv TTOMOIIM HAOOpa JUTUYECKUX (PEPMEHTOB B Ciydac
¢darorpopHoro nmutanus. Takum oOpazoM, MHUKCOTPOd-
HBI POCT TPECTABISETCS BEChbMa DHEPro3aTpaTHBIM, H
OpraHu3M Bcerna MOJDKEH IMOIAEPKUBATh ONTHMAIbHEIH
0ayaHc (PU3HONOTHIECKUX 3aTPaT U BHITOABI. MOIEKyIsp-
HBIC MEXaHHU3MBI TOTO, KaK OCYIICCTBILSICTCSI TOHKAS Pery-
JSIIHS, TOIEPKUBAOMIAst dTOT OajaHC, BKIIOYAsl CUTHA-
JBHBIC ITyTH, HHAYIUPYIONIHEe MUKCOTpoduto, nuddepeH-
UAITBHYIO SKCIPECCHIO TCHOB, aKTHBALIUIO (haroluTapHON
AKTHBHOCTHU U PACIIO3HABAHKE MUIICBBHIX OPTaHU3MOB, UC-
CIICYIOTCSI KJICTOUHBIME OrosioramMu. boJbIoe Koin4ecT-
BO pECypCOB, KOTOpPbIE HCIIOJIBb3YeT KJIETKa B IpOIlecce
MHUKCOTPO(HOTO POCTa, MODKHO OBITH ONPABIAAHO IPEH-
MYIIECTBAMH TaKOTO MUTAHUS.

Du3noJ0ru4yecKas pojib MUKCOTPO(pun

ITepBoii runore3oi, 0 CUX MOpP HE YTPATHUBILEH CBOEH
aKTyaJIbHOCTH, OblJa TUIIOTE3a O TOM, YTO CIOCOOHOCTH K
MHUKCOTPO(HOMY POCTYy — 3TO BO3MOXKHOCTH IOJIy4aThb
yIIepoa B ciydae, KOrja HEBO3MOXKEH (DOTOCHHTE3, Ha-
IIpUMep, KOrja OCBELIEHUE HEJ0CcTaTOYHO. B aToi e cu-
Tyalud OPTaHHYECKUE MOJEKYIbI MOTYT CIY)XKUTh U HC-
TOYHHKOM 3JICKTPOHOB JUIS BBIPAOOTKM PHEPTHH B JIbIXa-
TEJIbHOM LEeNu M [ BOCCTAHOBHUTEIbHBIX IIPOLIECCOB
opranu3ma. JleHCTBUTENbHO, BO MHOTHX paboTax OBLIO
MOKa3aHO, YTO (ParomuTO3 CHOCOOCTBYET MOJACPIKAHHIO
pocTa mpu HA3KOM ocBemnienuu |34, 30, 35]. OmHako ObuTH

TaKke 0OHapy>KCHBI BUJIBI, HECTTIOCOOHBIC K (Daromurosy B
TEMHOTE ¥ JIa)Ke TIPU OTHOCHUTEJIIBHO HU3KOW OCBEUICHHO-
cTH. B TO ke BpeMs y 9THX OpPraHH3MOB, HAIIpUMEp TH-
HOQuIarelisIT Prorocentrum minimum, ¢ pocToM OcCBe-
IICHHOCTH BO3pAcTall M YPOBEHb (DaromHUTapHON aKTHBHO-
ctu [32].

CrneayoumyM OpeanookeHHeM O (U3NOIOTHYECKON
poiu MUKCOTpo(uu OBLIO MPEANOI0KEHHE O TOM, YTO B
BOJIaX, O€HBIX HEOPraHUYECKUMH UCTOUHUKaMu (ocdo-
pa M a30Ta, TAKMMU KaK HUTpAT, aMMOHHH, docdat, 3TH
Ba)KHEHIIIHE OMOTCHHBIC JIECMEHTHI MOTYT OBITh MOJTY4EHBI
U3 OpraHUYEcKUX coelMHeHuU. /[anHHoe mpennonoxeHue
OBLIIO KOCBEHHO TOTBEPXKICHO SKCIIEPUMEHTAMHU, TJC He-
JIOCTATOK HEOPraHUYECKHUX CyOCTpaTOB MHIyIIUPOBaN (a-
TOITUTO3 WJIK OCMOTPO(HOE IOTIOMICHUE OPTaHUIECKUX
BemiecTB. Tak, M3BECTHO, YTO MPH HEAOCTATKE HOHOB aM-
MOHHS M HUTpATa B CPeAec MHOTHE MUKPOOPTaHU3MBI I10-
riomarT ModeBuny [36, 37]. B kieTke MoueBHHA MOKET
OBITh Pa3NIOKCHAa HAa HEOPTraHWYECKHUU YITEpOI M aMMO-
HUI — KJIACCHYECKHI MCTOYHUK a30Ta ISl OOJNBIIMHCTBA
IUTAHKTOHHBIX OPTaHU3MOB, KOTOPBIA MOXET OBITh UCIIO-
Tb30BaH B cuHTE3e OeinkoB [38]. PaznoxeHne MOYEBHHBI
MOJXXET OCYIIECTBIATHCA (PEPMEHTAMU ypea3aMHu | JIUra-
3001 MoueBUHBI U Anokcuaa yriaepoga (HD 6.3.4.6), umm
aMUJI0NIMa30i MOYEBUHBI, KOTOPHIE IIUPOKO pacIpocTpa-
HEHbI cpeau MuKkpoopranusmos [39, 40]. Kpome Toro, Ha-
JMYUE Y MHOTHX IUTAHKTOHHBIX MPOTHUCTOB U OaKTEepHid
BHYTPHUKJICTOYHBIX WM BHEKJICTOYHBIX THAPOIHUTHICCKUX
(hepMeHTOB, pa3iararonux MeNnTUHIbl C BRICBOOOKICHHEM
aAMMOHHS, CBUACTEIBCTBYET O TOM, YTO a30T MOXET II0-
CTaBIATHCS B KIJIETKY H 32 c4ET (aroTpopHOl MUKCOTpPO-
bun [41, 42].

OpHaKO IpyTue UCCIeOBaHsI IOKA3aJIH, YTO HEKOTO-
pBIC OPTaHU3MBI TUTAIOTCSI MUKCOTPOGHO U IIPU HATUYUU
JOCTATOYHOI'O KOJIUYECTBA HEOPTaHMUYCCKHX UCTOYHHKOB
azoTa 1 pocdopa. ITo MOCIYKUIO TOBOIOM ISl IPEATIO-
JIOXKEHHSI O TOM, YTO C MOMOIIbI0 MHUKCOTPO(HOTO MUTa-
HEsI OPraHU3Mbl MOTYT TIOJIy4aTh MUKPODJICMEHTHI, BUTA-
MUHBI U pa3Iu4HbIe PaKTOPBI POCTA, HO KAKUE HIMEHHO —
JI0 CUX MOp Heu3BecTHO [43—45].

BeposrtHo, puszunonornueckas posb MUKCOTPOhUH paz-
JIMYHA B 3aBHCUMOCTH OT JOCTYIIHOTO CyOCTpaTa u uccie-
IyeMOT0 OpraHm3Ma, a Il OKOHYATEIEHBIX BBIBOJIOB He-
00XOIUMBI ITUTOJIOTUIECKUE IKCIIEPUMEHTEI, MTO3BOJISIIO-
OMe TPOCICIUTh CYAbOYy OpraHWYecKHX BEIICCTB,
MOTPEOIIIEMBIX MHKCOTpO(aMu, HApUMep, C UCIIONIB30-
BaHUEM CyOCTPaTOB, MCUCHHBIX CTAOMIILHBIME HITH PaIHO-
aKTHUBHBIMH M30TONamu [46, 47].

Jkcnpeccusi TeHOB
BO BpeMsi MHKCOTPO¢HOro pocra

Kax y»xe yrmoMHHaIOCh BBIIIE, MUKPOOPTaHU3MBI, pac-
TYIINE B PA3IMYHBIX YCIOBHAX M HCIIOJB3YIOMINE ABTO-
TpoHBII 1 MEUKCOTPO(HBIN THUIIBI TUTAHUS, TOIKHBI IKC-
IIPECCUPOBATh Pa3JIMUHbIE HAOOPHI FCHOB B LIEISIX IKOHO-
MUH KJIETOUYHBIX pecypcos. [Ipu aToMm nuddepeHunansHo
MOTYT 3KCHPECCUPOBATHCA TeHbI THAPOIUTUYECKUX (ep-
MEHTOB M (h)epMEHTOB METa0O0JIM3Ma MPOCTHIX OpPTaHHYE-
CKHX BENIECTB (TJIIOKO3BI, AMHUHOKHCIIOT, MOYEBHHBI U
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T. 11.), TeHBI (HOTOCUHTETUYECKOTO aliapara, a TAk)Ke TeHbI
MEMOpPaHHBIX TPAHCIIOPTEPOB OPTAaHUYECKUX BEIIECTB.
HaHpI/IMep, TOCTYIUICHUC MOYCBHUHBI B KJICTKY U3 OKPYKa-
IOMIeH Cpebl y OJHOKICTOUHBIX dYKAPHOTHUCCKUX Opra-
HU3MOB OOYCJIOBIICHO BBICOKO-a(DMHHBIMH aKTUBHBIMH
tpancnioprepamu DUR3, akBanmopuHamu, aMHJIHBIMU Ka-
Hajamu [48, 49].

Eme B 1998 1. ObUTO MOKa3aHO, YTO MOPCKHE ITHAHO-
baxTtepun Prochlorococcus sp. CHUXaTK SKCIIPECCHIO TeHA
onHOoro u3 6enkoB potocuctemsl 11 pbsA npu nodaBieHnN
TJIIOKO3Bl B KYJIBTYPY, COICPIKAIIYIOCS B TEMHOTE, IO
CPaBHEHHUIO C KYJIbTYPOH, COJEpIKaIICHCs B TEMHOTE, HO
0e3 nobaBieHus riroko3bl [S0]. Torma Ha 3TOM OCHOBaHUHU
OBUIO CHETAHO MPEATONIOKCHUE O BO3MOXHOCTH MHKCO-
TpodHOro pocra nuaHobaxrepuit Prochlorococcus sp. Ha
TIII0K03€, KOTOPOE OBIII0 MOATBEPKACHO JIUIIE ACCATH JIET
ciycrs [51]. B cBoeii paboTe aBTOpPHI HE TOJIBKO ITOKA3aJIH,
YTO IIHaHOOAKTEPHH MOTYT MOTJIONIATE TIIIOKO3Y U3 OKPY-
JKAroOIIeH cpenpl Aaxke MpU OYCHb HU3KUX €€ KOHIICHTpa-
IIUSIX, COTIOCTAaBUMBIX CO CpPEeIHEH KOHIIEHTPANUeH TIII0KO-
361 B MHPOBOM OKeaHe, HO M HCCIICAOBAIN BIMSHUE TIFO-
KO3bI Ha 9KCIIPECCHIO HECKOJIBKUX T'eHOB ¢ momousko TP
¢ 00paTHOI TPAHCKPHIILIUEH B PEIKUME PEATLHOTO BpeMe-
Hu. OHU IOKA3aJIH, YTO PHU J0OABICHUU TIIFOKO3BI B CPETY
(1 MKMOJIB/IT) pe3K0 Bo3pacTaja SKCIpeccus TeHOB, BOBIIE-
YECHHBIX B META00NN3M IUIIOKO3bl: TCHOB zWf U gnd, KOIH-
pyromux (epmeHTbl TIeHT030pochaTHOro MyTH, a Tak-
xe rera dld, kogupyromero D-nmakrat:HAJ["™ okcumope-
nykrazy (H® 1.1.1.28) wnmm D-maktat nermaporenasy.
B menbIei crenenn, HO Bce ke Oojee 4em B 3 pasa 1mo
CPaBHCHHIO C aBTOTPO(HBIM KOHTPOJIEM, YBEIHIHBATIACh
IKCTIpeccrs TeHa melB, KoIupyromero npennogaracMblii
MeMOpaHHBIH TPAHCIIOPTEP CaxapoB.

HUccnenosatenu u3 Kuras takxke ucnonas3oanu [11P B
PEKUME PEeaIbHOTO BPEMEHU [UIsl U3YUYCHUS IKCIIPECCUU
Tpex reHoB mukpoBogopocieir Chlorella sorokiniana B
MHUKCOTPO(HBIX U aBTOTPO(HBIX YCIOBUX [52]. B uncne
HCCIIeTyeMbIX TeHOB OblT r'eH rbel, kogupyromuit 3-doc-
¢do-D-rimnepar kapookcunazy (HD 4.1.1.39) — Gomnbiryro
KaTaJIUTUYECKYI0 cyObequHuIly pudyno3oducdocdarkap-
ookcumnazel (RuBisCO), koTopast UTpaeT KIHYEBYIO POJIb
B ITyTH (PUKCAMU HEOPTaHUIECKOTO yTIepoaa — IIUKIe
KaxpBuna. ABTOPHI KyJBTHBHPOBAIN BOJOPOCIH B aBTO-
TPOQHBIX YCIOBHAX, a TAK)KE B cpele, COAeprKaIei Tiro-
KO3y B KadecTBe cyOcTpaTa. YPOBCHb JKCIPECCHH T'eHA
rbcL BO BpeMs aBTOTPO(HOTO POCTa B OTCYTCTBUE TITIOKO-
361 OBUI OKUIAE€MO BBICOKHM B Jiorapupmudeckoii dase
pOCTa KyJBTYPHI M CHIDKAJICS OOJiee YeM B J[Ba pa3a B CTa-
UOHApHOH (ase, Mpu 3TOM OCTaBasCh BEICOKUM. [Ipu Ha-
JIMYUH TJIFOKO3bI B CPELC HCCHGI[yeMbIﬁ T'CH NPaKTUYCCKU
HE DKCTIPECCUPOBAJICS HU B OJTHOH U3 (pa3 pocTa KyJIbTYpBI.
OTO CBHUJETENHCTBOBAIO O TOM, UTO YPOBEHb (DOTOCHHTE-
THaeckoi aktuBHOCTH C. sorokiniana magai mpu HaJTHIUH
TJIIOKO3BI B cpene. MHTepecHo, 9TO HECKONEKUMH TOJaMH
paHee Ipyrue HCCIeIOBaTEIH MOKa3allH, 9YTO YPOBEHB (o-
TOCHMHTETHYECKOH aKTHBHOCTH Bojopocieii Nannochlo-
ropsis Sp. HE 3aBHCEI OT TOTO, COIEpXKalach KyJIbTypa B
ABTO- WJIM MHUKCOTPO(HBIX YCIOBHSAX, B OTIHYHE OT WH-
TEHCHBHOCTH JBIXaHHS, KOTOPAsi 3aMETHO yBEIHYUBAIIACH
BO BpeMsi MUKcOTpodHoro pocta [53]. Tem He MeHee TOT
(baxT, 9TO NP HATUIUU TOAXOSIIUX OPraHUUECKUX CY0-

CTPATOB HEKOTOPBIC aBTOTPO(HBIC OPraHU3MbI MOTYT Iie-
PEXOIUTH K MUKCOTPO(HOMY MUTAHUIO, CHIDKAS MM 1aXKe
npekpaniasi OTOCHHTETHYECKYIO aKTUBHOCTD, CBUJICTEIIb-
CTBYET O TOM, YTO MHUKCOTPO(BI CIIOCOOHBI PeryInpoBaTh
OKCIIPECCHUIO HeO6XOZII/IMLIX T€HOB. DTOT BBIBO/J] OUYCHb Ba-
KCH, TaK KakK eIle HeTaBHO MHOTHE aBTOPHI TTOJIATaJIH, YTO
(dbotocuHTe3 U TeTepoTpoYHOE MUTAHNE BO BPEMSI MUKCO-
TPO(HOTO pocTa MPOUCXOIAT OTHOBPEMEHHO U HE3aBHCH-
Mo [54, 55].

[ToMumoO HccIe0BaHuUS SKCIIPECCHU OTICIBHBIX TCHOB
BO3MOXXHO M3y4yeHHE Habopa Bcex OeJIKOB OpraHM3MOB
IpU KyJIbTUBUPOBAHHU B PA3JIUYHBIX YCIOBUSAX. Takoii
oX0/1 ObLT HEJAaBHO TPUMEHEH MPH CPABHUTEIILHOM aHa-
U3¢ MpOTEeOMOB AuHOGpIaremasT Prorocentrum micans,
pacTymmx aBTOTpodHO U MUKCOTpodHO [56]. DTHX KTY-
TUKOHOCIEB KYJIbTHUBHUPOBAJIN B aBTOTpO(bHI:IX U MHKCO-
TPO(HBIX YCIOBUSX, BBIACTSUIN U3 JTH3aTOB KICTOK OOIIYTO
OCITKOBYIO (pPakKIMI0O M Pa3Aeiisuid OCJNKH JBYMEPHBIM
anekTpodope3oM. B pesynbrare Obu10 00HApPYKEHO, YTO
HEKOTOpHBIE OCITKU MPHUCYTCTBOBAIN B IPOTEOME UCKITIOUH-
TEJBHO MIPH aBTOTPOPHOM POCTE, a HEKOTOPBIE — TOJIBKO
npu MukcoTpodHOM. Kpome Toro, KOIMIeCTBEeHHBIN aHa-
m3 ¢ nomonibto MALDI-TOF macc-cnekrpomerpuu 1o-
Ka3aJl, YTO KOJIMYECTBO MHOTHX OCIIKOB MCHSICTCS B 3aBU-
CHUMOCTH OT THIIa IUTAHUS. DTO TOBOPHUT O TOM, YTO B CITy-
yae P. micans BO3MOXHO BKITIOUEHHE/BBIKIIOYEHHE T€HOB,
OTBETCTBEHHBIX 32 (POTOCHHTE3 U IeTepoTpo(uIo, a Tak-
K€ TOHKasd peryjisinusa UX 3KCHPECCUU B COOTBETCTBUU C
YCJIOBUSAMU CPEIbl U UCIIOJIb3YCMbIM TUIIOM ITUTAHUA.

[IpumedaTtensHO, uTo U3 1200 GenKOB MpOTEOMa BCETO
nurb 27 6enkoB (2.3 %) 3KCIPECCUPOBAINCH MTO-PA3HOMY
pu aBTOTPO(GHOM 1 MUKCOTpO(HOM pocte, npudeM 12 u3
HUX OBUTH OOHAPYIKEHBI TOJILKO B MUKCOTPO(MHBIX YCIOBH-
sx. O4EBHIIHO, UTO PA3IHYMS NaXKe B KPOIICYHOU YacTH
AKCIPECCUPYEMBIX T€HOB MOTYT 3HAUUTEIHHO BIHATH Ha
MOP(OIOTHIO B PUIUOIOTHI0 MEUKpOOpranu3mMoB. K coxa-
JICHHIO, JIUIIb 5 OEJIKOB M3 HCCIEIOBAHHBIX 27 yAanoch
UACHTH(GHUIUPOBATH MyTEM BBIPABHUBAHUS UX aMUHOKHUC-
JIOTHBIX TIOCIICIOBATEIBHOCTEH, IOJyYCHHBIX METOIOM
MALDI-TOF, npoTuB 0eJKOB, 3aHECEHHBIX B 0a3bl JaH-
HbIX. IIpu 3TOM TOUHYIO (DYHKIUIO 3THX OCIIKOB HEBO3-
MOXHO YCTAHOBUTH IIO HNPUYHUHEC OTCYTCTBHUA T'CHETHUYC-
CKO# MH(pOpMAIIH, OTHOCSIIEIHCS HEMOCPEICTBEHHO K JTU-
HO(bHaFeJ’IHﬂTaM. IInaHKTOHHEBIC MIPOTUCTHI B LICJIOM OYCHDb
IUTOXO MPEJCTABICHBI B TCHOMHBIX M MPOTEOMHBIX 0azax
JAHHBIX W OTO SBJSETCS CEPhE3HOW MPOOJIEMON MpH HUX
n3ydyeHun [57]. B mocnenHee Bpems AaHHO# Tpobieme
CTallM yIENSTh ropa3jo Oojbliie BHUMaHUs [1], moaTomy
€CTh HaJIC)KIa, YTO CKOPO CUTYaIUsl I3MEHHUTCS B JIYUIIYIO
CTOpOHY.

MexaHu3MBbl peryJsiiui 3KCIPecCHH IeHOB
B MHUKCOTPO(HBIX YCIOBHAX

B HacTosiee Bpemst peryJisilusl SKCIIPECCUU T'€HOB B
MUKCOTPO(HBIX YCIOBHUSIX ropas3io Jydlle u3yueHa y 0ak-
TepUH, 4eM Yy JYKAPUOTUYECKHX OPraHU3MOB, IMPHYEM
OOJIBIIIMHCTBO UCCIICAOBAaHUN MPOBOJUTCA HA LIMAHOOAK-
TEPUSIX — BAXKHBIX IEPBUYHBIX MIPOJIYLIEHTAaX, CIIOCOOHBIX
YTWIM3UPOBAaTh HEOONbIINE OPTaHUYECKUE BEIICCTBA.
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Puc. 3. Bzaumoneticteue 6enkoB NtcA, PII u PipX mpu peryins-
UK a30THOro MeTtabonu3ma uaHoOakTepuit (mo: Espinosa
et al. [68], MogudUIIPOBAHO).

1 — neakTuBHBIN Oenok NtcA; 2 — Genok PipX; 3 — Genok PII; 4 —
aKTUBUPOBaHHBIN Oenmok NtcA; 5 — dochopunuposannsiii 6enok PII.
Cmpernka ciesa NOKa3bIBaeT HANPABJICHUE YMEHBIICHUS KOHLIEHTPAIIUU
2-oxcoryyrapara B kierke. [Ipy Hanuuuu aMMOHHS B Cpelie M HU3KOM
KOHLIEHTpAlMu 2-0KcoriyTapara B kierke 6enok PipX cBszan ¢ PII.
B 1o Bpemst NtcA neakTuBeH. [Ipu mpoMexyTOUHON KOHIEHTpaLUu
2-okcornyrapata Oenmok PipX cesaseiBaetcs To ¢ PII, To ¢ NtcA,
aKTUBHpPYs €ro. AKTHBHPOBaHHBIH NtCA 3aIlyCKaeT TPAaHCKPUIIIHIO
TCHOB, OTBETCTBEHHBIX 32 YTHIHM3AIMIO albTePHATHBHBIX UCTOYHHKOB
a30Ta, HO CJIy4ad MHUIMALMU TPAHCKPUIILUU ITHX I'CHOB CIIEe PEIKU
13-3a KOHKYpPEHLUHU 3a cBsi3biBaHMe Oenka PipX ¢ Oenkom PII. AsorHoe
TOJIONAaHWE M BBICOKAs KOHIEHTPAIHUs 2-OKCOITyTapaTra B KIETKe
OnmaronpusTcTBYOT cBsisbiBaHui PipX ¢ NtcA, ero akTtuBauuum u
MHULHMALMN  KOHTPOJIMPYeMbIX MM reHoB. Ilpm srom Oenok PII
(bochoprupoBaH U HAXOMUTCS B HEAKTHBHOM COCTOSHHH.

Tak, U3BECTHO, YTO I[HAHOOAKTEPUH MOIIIOIIAIOT U KaTa-
00MM3UPYIOT TIIOK03y. Kpome Toro, OHM CIIOCOOHBI UCTIO-
JIb30BAaTh a30T MOYCBUHBI B YCIIOBUAX a30THOI'O I'OJIOAAHUA.

OnauM M3 0a30BBIX MEXaHM3MOB PETYISIUU TPaHC-
KpUIIOHUKU T'CHOB Y MNPOKAPUOT SABJIACTCA HAJIUIUEC AJIBTCP-
HAaTUBHBIX G-CyOBenuHuI OaktepuaibHoii PHK-mommme-
passl, ocymectBisitomerd Tpanckpumnuno. PHK-momnme-
pasa TpaHCKpHOWpPYET pa3iIuYHbIe TPYIIbl TEHOB B
3aBHCUMOCTH OT TOTO, KaKasi U3 G-CyObEeIMHHI] BKIIOUCHA
B ee coctaB [58]. OnHOM U3 G-CyObequHMII IMaHOOAKTe-
puii siBisiercst 6enok SigE. Ha mmano6akrepusax Synecho-
cystis sp. PCC 6803 0bu1o moka3zaHo, YTO MYTaHTBI TIO
reHy sigE 1mo cpaBHEHHUIO ¢ TUKUM THIIOM COIEPIKAIH TO-
pa3go MEHbIIE TPAHCKPUIITOB T€HOB BAXKHBIX MYTEH Kara-
00JIM3Ma TITFOKO3bI: TIINKOIUTHYECKOTO U OKHCIUTEIEHOTO
nenro3odocdarnoro. Kpome Toro, y TakMx MyTaHTOB aK-
TUBHOCTh (PEPMEHTOB OKHCIHTEIBHOTO MeHTo30(ochar-
HOro mytu — D-rimroko30-6-pochat:HAJID™ okcumope-
nyktasel (HO 1.1.1.49) u 6-pocdo-D-rmokonat:HAJ[D*
okcupopenykrassl (H® 1.1.1.44) — Oblna oueHb HU3KOM,
IIPY OTOM HE MPOUCXOIMIIO YBEINICHUS aKTUBHOCTH 3TUX
(epMEHTOB B TEMHOTE, KaK 3TO HaOIIOJaeTCs B CIydae -
KOTO THIIA, a TaKXKe ObUI CHW)KEH YPOBEHb TPAHCIIOPTA
TIIIOKO3Bl B KIETKY. B pe3ynbrare MyTaHTHBIC KICTKH

ObUIN HECTOCOOHBI PacTH B MMKCOTPO(HBIX YCIOBHUSIX
[59]. [lomumo perymsiuum KaTaboJaM3Ma CaxapoB, CyOb-
ennanna SigE Hapsny ¢ cyosenuannamu SigB u SigC Bo-
BJIEYEHA B PETYJISLMIO KCIIPECCUM [€HOB IIPU HEJAOCTAaTKe
azora [60].

HyxHO OTMETHTB, 4TO OOJBIIMHCTBO pabOT O MeXa-
HU3MaX PETyISIHH JKCIIPECCUH TCHOB Y MUKCOTPO(OB 3a-
TParuBalOT BONPOCHI PEryJSIIMK HKCIPECCUU TE€HOB, BO-
BJICYEHHBIX B ME€Ta00JIM3M a3ota. /leno B ToM, 4To a30T —
BKHEWINN OMOTEHHBIN 3JIEMEHT, TUMUTHUPYIOMIUNA POCT
(uTonnankToHa B okeaHe. OT KOHIIEHTpaluu OHOIorHye-
CKH JIOCTYITHOT'O a30Ta 3aBUCUT HHTEHCUBHOCTb (PUKCAIH
HEOPTaHUYECKOT0 YTIepoJa U MPOLyKIus Ouomacchl B
nporecce GOTOCHHTE3a, a 3HAYUT U OJaromonydue BCei
skocucteMbl [61, 62]. OCHOBHBIMH MCTOYHHKAMHU a30Ta
JUTSL aBTOTPO(MHBIX OPTaHU3MOB SIBJISIFOTCSI HOHBI HUTPATa U
aMMOHHS, HO 3a4acTyl0 KOHLEHTPALUs UX B MOPCKOM BOzIE
OUYCHb HHU3KAa U HE MOXKET MOJACPKUBATH POCT OOIBIIOTO
gyuciia OTOCHHTETHKOB. Toria Ha MoMOIIb MUKCOTpOdam
MIPUXOJAT JIbTEPHATUBHBIE HCTOYHUKU a30Ta — a30TCO-
JieprKalllie OpraHnvdeckue BelecTBa, Takue Kak MOYeBrUHa
1 aMUHOKHCIOTHI [63]. briaronapst yHuKaiabHOM posin a3o-
Ta B (YHKIMOHUPOBAHUHM HKOCHCTEM BOIPOCAM DETyJisi-
LMY a30THOTO METa0OoIU3Ma yAeseTcsl 0co00e BHUMaHUE,
B TOM YHCIIE U PETYJSIHUU MOTPEOJICHUSI OPraHuYECKOro
a30Ta (POTOCHHTE3UPYIOIMIMMU OPTaHU3MaMHU.

Ha cerogusinuii JeHb JIydlle BCEro U3ydeHa peryiis-
usi MeTaboIM3Ma a30Ta y HaHo0aKTepuii. DTH OpraHu3-
MBI B OTCYTCTBHE HauOO0JIee MOAXOAAIIETO HCTOYHHKA a30-
Ta — aMMOHUS — HaYMHAIOT MOTPEOIATH a30T U3 IPYTUX
COCJIMHECHHMIA, B TOM YHCJIe U3 MOYEeBHHBI. [[nanoOakTepun
BOCHPHUHUMAIOT KOHLEHTPAIUIO JOCTYIIHOTO aMMOHHUS 110
KOHLEHTpPAlM BHYTPHUKJIETOUYHOIO 2-OKCOIilyTapaTa —
BEIIECTBa, HEOOXOIUMOTO B IPOIECCE CHHTE3a IIyTaMU-
HOBOM KHCIIOTBI, B X0JI€ KOTOPOI'O OJMH HOH aMMOHHS COe-
JUHSeTCS C JBYMsI MOJIEKyJlaMu 2-oKcoriyrtapara. [Ipu
9TOM Yy LIMaHOOAKTEpHii CHHTE3 2-OKCOIyTapaTa BISeTCS
3aBepiiaroeil peakuueil nukiaa Kpebca, ciegosarenbHo,
KOJIMYECTBO 2-OKCOTNyTapara B KJIETKE HaNpsMYIO 3aBH-
CUT OT aCCUMMJIAIIMU aMMOHUs [64].

ITepexon KIeTKkH ¢ MOTPEeOIECHUS] aMMOHHS Ha TIOTPeO-
JICHWE JPYTHX HCTOYHUKOB a30Ta oOecrieunBacTcs Oel-
KOM-PEryJsTopoM TpaHcKpunuuu NtcA, npuHaiexa-
UM K cemeiicTBy 6enkoB CAP — akTHBAaTOPOB I'HOB Ka-
tabonm3Ma [65]. Eciiu KOHIIeHTpaIus aMMOHHUSI B CpeJie
HU3Ka, TO 0erok NtCA HampsIMyro aKTHBHPYET TPAHCKPHUTI-
LIMIO F€HOB, YYaCTBYIOIIMX B IIOTJIOIEHUH U aCCUMMIISLIUI
aszora u3 nmpouux coeanHeHuil. [lTomnmo 6enmka NtcA, KOH-
TPOJIb A30THOI'O METAa00IM3Ma OCYIIECTBISAETCS IOCPEICT-
BOM peryisaropHoro Oenka PII, mmpoxo pacmpoctpa-
HEHHOTO CPEJIX Pa3IMYHBIX TPYIII )KUBBIX OPIraHU3MOB OT
OaxTepuit 1o pactenuii [66]. AktuBHocTh PII Takxke pery-
JUPYETCs] BHYTPUKIETOYHBIM 2-OKCOTJIyTapaToM, HO B OT-
nuane oT Oenka NtcA BbICOKasi KOHIIEHTPAIUS 3TOTO COe-
JUHEHUS BO BpeMs, KOI'la B CpeJle OTCYTCTBYET aMMOHUH,
nHrHONpyeT akTuBHOCTH PII. Mexay NtcA u PII cymecr-
BYIOT TOHKHE PETYJIITOPHBIC OTHOIICHUS, KOTIa OJUH Oe-
JIOK BIMSET HAa aKTUBHOCTH APYroro, u Haobopor. Mo-
JIEKYJIApHBIE OCHOBBI ATHX B3aUMOJeHCTBUI ObLITN HEU3BE-
CTHBI JI0 T€X IOp, IOKa B NPOTeOME LHaHOOAKTEpHid
Synechococcus He ObuT OOHapyXkeH HEOOIBIIONW OEI0K
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PipX [67] (puc. 3). [Ipu nmocnenyromem 3KCIepuMEHTaIb-
HOM uccienoBanuu PipX okazasics MoCpeHUKOM MEXIy
NtcA u PII Bo Bpems peryisiiuu a30THOTO MeTa0oIu3Ma
[68]. B cooTBeTCTBMY C MOJIEIBIO B3aUMOICHCTBHSI, TIPE/I-
JIO’)KEHHOH aBTOpaMM, BbICOKasi KOHLIEHTpaLUsd aMMOHHUS U
HU3Kasi KOHLEHTPALUs BHYTPUKIETOYHOIO 2-OKCOTJIyTa-
pata crmocoOCTBYIOT cBsi3bIiBaHUI0 PipX ¢ 6emxom PII, mpu
sTOoM Oestok NtcA ocraercss HeakTUBHBIM. B ¢BOI0 ouepenpb
BBICOKAsl KOHLIEHTpALUsl 2-0OKCOTyTapara B KJIETKe MpH-
BOAMT K (hopMupoBaHuio komiuiekca PipX ¢ 6enkom NtcA,
TEM CaMbIM aKTHBHPYS €0 U 3aIlyCKasi TPAaHCKPUIILIUIO Te-
HOB, OTBETCTBEHHBIX 32 YTHIIM3ALIMIO alIbTEPHATUBHBIX UC-
TOYHUKOB a30Ta. [Ipy MPOMEKYTOUHBIX KOHIICHTPAIHIX
2-oKcoriyTapara, Hampumep, BO BpPEMs BbIpAIIMBAHHS
KyJBTYpPBI Ha cpelie, colepikamieid HuTpar, 6enku NtcA u
PII xoHKypupYIOT 32 cBsi3biBaHHe ¢ PipX, Takum croco-
00M perynupys aKkTHBHOCTB JIPYT JIpyTa.

CoBepIIeHHO SICHO, YTO, JIUING pacmimdpoBaB Mexa-
HU3MbI MOJIEKYJISIPHOW PEeryJsiuy KJIETOYHOI'O OTBETa B
YCIOBHSAX MHKCOTPO(HOTO pocTa, MBI CMOXKEM pazo0paTh-
Csl U B PErYJBILUU MUKCOTPO(HUU Ha YPOBHE DKOCHCTEM, a
3HAYUT, LUTOJIOIMYECKUE HCCIICOBAaHUS NPUOOPETAIOT
HEOCIIOPUMOE HKOJIOTUYECKOE 3HAYCHHUE.

3akjaoueHue

MukcoTpoHOE THTAaHHWE BKIOYACT B CeOS IIEIbINA
CHEKTP MOJEKYISIPHBIX MEXaHH3MOB, HAIIPABICHHBIX Ha
YTHIIM3AIUI0 OPTaHUYECKUX BEIICCTB, IMOAACpKaHUE (o-
TOCHHTETUYECKOTO amliapara, CHHTE3 THIPOIUTHICCKUX
(epMEHTOB, XUMHYECKOE PACTIO3HABAHHE MHUIIEBBIX Opra-
HU3MOB. B 3TOM 0030pe MBI 3aTpOHYIIH JIUIIH YacTh BO3-
MOJKHBIX HAIPABIICHUI HCCICIOBAHUS MHKCOTpOo(UU Ha
TpaHMIIE HECKOJIbKUX OMOJOTMYSCKHX IUCUUILTUH. [Ipu-
MedaresbHO, 4TO OOJIBIIMHCTBO PA0OT SKOJIOTHYECKON Ha-
MpaBJICHHOCTU UMECT JCJIO C IJIAHKTOHHBIMU IMIPOTUCTAMU,
a OOJIBIIMHCTBO PabOT, MOCBAIIEHHBIX MOJICKYJISIPHBIM Me-
XaHH3MaM ¥ OMOXMMUYECKIM OCHOBaM MHUKCOTPO(HH, BBI-
MIOJTHEHO Ha MpUMepe OaKTepuit. DTOMY eCTh OOBSICHEHHE.

[IpoTHCcTH — BakHEHIINE MEPBUYHBIC TTPOIYLICHTE B
OKeaHe, OT WX JICATEIBHOCTH 3aBHCHUT Oecriepe0oiiHOe
(YHKINOHUPOBAHNE IHKJIA YTIEPOAa, MOICPKIBATOIIE-
T0 CYIIECTBOBaHUE MPOYMX KUBBIX OpraHU3MoB [61, 69].
EcrecTBeHHO, YTO CHOCOOHOCTH MHOTHX IPOTHCTOB K
MUKCOTPO(HH BEI3BIBACT HHTEPEC HKOIOroB. C OIHOM CTO-
POHBI, Oylarojgapst MHUKCOTPO(HOMY pPOCTYy MOXKET CHH-
JKaThCs MHTEHCUBHOCTH (PUKCAMU aTMOC(EpHOro yrie-
KHUCJIOTO ra3a B nporiecce (OTOCHHTE3a, C APYTOi — MUK-
cOTpoGHsT MOXKET UMETh MPOTUBOIOJOKHBIM PPEeKT B
BOJIaX, OCHBIX HEOPraHUYECKUMHU CyOCTpaTaMu, MOCTaB-
75151 @30T U pocdop AT CHHTE3a OPTAaHNUECKUX BEIICCTB.
Oco0oro BHUMaHUsI yI0CTOCHA OT/IeJIbHAS TPYIIa MPOTH-
ctoB — Dinoflagellata [12, 70]. B aTo#i rpymnme cocpejo-
TOYCHO OIPOMHOE KOJMYECTBO MUKCOTPO(OB, MHOTHE H3
KOTOPBIX MIPOU3BOISAT PA3IMIHBIC BHIBI TOKCHHOB M BBI3bI-
BAaIOT I[BETCHHUS BOJBI, MPEICTABIISIIONINE OMACHOCTh LIS
yenoseka [71]. Tloxoxe, crtocoOHOCTh MUHOGNIATESIUTIT K
MUKCOTPO(HH MPUBOAUT K YUAIICHHUIO CIy4aeB IIBETCHHUS
B BTPO(UPOBAHHBIX BOJAX, OOraThIX OPraHMYCCKUMU Be-
mectBamu [33, 72].

[Touemy e, HECMOTpPSI Ha OUEBHIHYIO HEOOXOAUMOCTh
JETabHOTO W3Y4YeHHUs (PU3HOJIOTUHM MUKCOTPO(]HBIX MpPoO-
THUCTOB U, B YaCTHOCTH, AUHODIIATCIIIST, TPAKTUICCKU BCE
JAHHBIE 00 YKCIPECCHU TEHOB U €€ PEeTyJISAINH BO BpeMs
MHUKCOTPO(HOTO pOCTa MONyYCHBI NPH W3YUYECHUH [THAHO-
OakTepuii? [lo-BHIUMOMY, 3TO CBSI3aHO C YIOMSHYTBIM
BEIIIIE OTCYTCTBHEM T'€HOMHOW MH()OpMAIMU IO pa3IHd-
HBIM TPYIIaM IIPOTUCTOB, YTO UPE3BBIYAIHO YCIOKHSICT
MOJOOHBIC UTOJIOTUYECKUE HCCICOBAHMs. JTa Mpodiie-
Ma 0COOEHHO aKTyaslbHa JUIsl AMHO(IAreIIIAT, U3BECTHBIX
CBOMMH OTPOMHBIMH reHoMamu [73, 74]. Ilo npuuune
oueHb 00JbIINX pasMepoB K 2011 r. He ObUIO CEKBEHUPO-
BAHO MOJHOCTHIO HU OJHOTO T€HOMAa ANHO(DIATeIUIAT, XOTS
CTPEMHTEIIEHOE PA3BUTUEC U YJCLICBICHUE TEXHOJIOTHM
CCKBCHMPOBAHMS JAIOT HAJICXKIy HA TO, YTO B TCUCHHE
OMDKANIINX ISITH JIET 9TOT pyOesk Oynet B3st [75]. B mro-
O0M cirydae HCCIIe0BAaHISI MUKCOTPO(UH TIPOIOIKAIOTCS,
1 OJTHUM W3 IPHOPUTETHBIX HAIIPABICHUHN SBISICTCS U3yUe-
HUE (PU3HOJIOTHH MUKCOTPO(HBIX MPOTHCTOB Ha KJIETOY-
HOM ypoBHE. bynem HamesThCsl, 4TO OYCHb CKOPO MBI, Ha-
KOHEII, II0JTy9UM OTBETHI Ha BOIIPOCHL, TIOCTABJICHHBIC YKE
OoJiee MBaALATH JICT Ha3al.

PaGora BeIMOTHEHA ITpH PUHAHCOBOU MojaepxkKe Poc-
cuiickoro GoHaa GyHIaMEHTAIBHBIX HCCIETOBAHNH (IIPO-
exTsl 10-04-00943 u 13-04-00703).
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ABSTRACT

Mixotrophy is the ability to combine autotrophic and heterotrophic modes of nutrition. It is widely
spread in various microorganisms, particularly in such important plankton groups as dinoflagellates and
cyanobacteria. Mixotrophy has a significant impact on our comprehension of the matter and energy flows
in marine ecosystems, and therefore, it is an object of much attention for several recent decades. Never-
theless, the precise data on the balance of auto- and heterotrophy during the mixotrophic growth have be-
en absent so far, which is due, first of all, to insufficient understanding of physiological and molecular
ground of this phenomenon. In this review we discuss some ecological and cytophysiological aspects of
investigation of mixotrophy in microorganisms as well as possible reasons for relatively slow progress in
this area.

Key words: autotrophy, heterotrophy, mixotrophy, differential gene expression, physiology of micro-
organisms.





