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Pe3rome

MukcoTpodusi — CHOCOOHOCTb COUETAaTh ABTOTPO(HBIH U reTepoTpodHbIH cOCcOOBl MUTAHUST —
LIMPOKO PACIPOCTPAaHEHA CPEIH MUKPOOPIaHU3MOB, B TOM YHCJIE B TAKUX BAXKHBIX IUTAHKTOHHBIX IPYII-
max, Kak JUHOMIArelIaTsl U IHaHo0akTepur. MUKCOTpo(dUs 3HAUNTETBHO yCIOKHAET HAIIU TPECTaB-
JICHUSI O TIOTOKAX BEIIECTBA M YHEPTHH B MOPCKUX IKOCHCTEMAX, TOITOMY OHA SBIIAETCS 0OBEKTOM ITPH-
CTATBHOTO U3YYCHHS HA MPOTHKEHUN HECKONBKHUX JecATHIeTnii. TeM He MeHee TOUHbIe JaHHBIC 0 OanaH-
ce aBTO- M rerepoTpoduu Bo BpeMs MHKCOTPO(HOTO pocTa A0 CHX MOP OTCYTCTBYIOT, YTO CBA3aHO B
HEepBYIO OYepelb ¢ HeOCTATOYHBIM MOHUMAaHHEM (DHU3HOIOTHIECKUX U MOJICKYIIIPHBIX OCHOB 3TOTO SIB-
neHus. B maHHOM 0030pe MBI OCBEIaeM 3KOJIOTHYECKUE M IUTO(PHU3NOTOTHUCCKHE acTIeKThI HCCIEe0Ba-
HUSI MUKCOTPO(HUH Y MUKPOOPTaHU3MOB, a TAK)Ke BOSMOXKHBIC IPHYMHEI OTHOCHUTEIEHO MEJUICHHOTO ITPO-

rpecca B 3TOW o0JacTu.

Kurouesvle crnosa: aprorpodus, rereporpodusi, Mukcorpodus, nuddepeHunanbaas dIKCIPECccus re-

HOB, (1)I/I3I/IOJ'IOFI/I$I MUKPOOPraHU3MOB.

Hcroprudeckn 3KOJIOTHS W OIUTOMUIUOIOTHS Pa3BHBaA-
JUCh OoJiee WM MeHee He3aBUCUMbBIMU Iy TsIMU. Tpaannu-
OHHO 9KOJIOTY COOMpAIH MOJIEBbIE JaHHbBIE, CTPOUIIN MaTe-
MaTHYeCKHUEe MOJeNU (PyHKUMOHUPOBAHUS 3KOCUCTEM, TO-
TOBWJIM 9KOJIOTUYECKUE IKCIIEPTU3BI U MIPOTHO3bI. B cBOIO
ouepellb HUTO(MU3HUOJIOTH, UCTIONb3Ys IUPOKUI Habop Ja-
0OOpaTOpHBIX METOJI0B, U3y4alll CTPOCHUE U (PyHKIMU Kile-
TOK, OPUYCM T'JIaBHBIM O6p330M KJICTOK BBICIIUX >KHBOT-
HBIX ¥ pacTenmii. Kazanock, 94T0 y 9TUX JBYX BETBEH OHO-
JIOTUM Ppa3HbIe [T M Majo TOYEK COMPUKOCHOBEHHUSI.
O/HaKO B BTIOXY BO3PACTANOIIETO HHTEPEeca K OJJTHOKIIETOY-
HBIM OpraHM3MaM, Onomacca KOTOPBIX IPEBBIIACT OHO-
Maccy BCEX IPOUYHUX JKUBBIX CYILIECTB Ha 3eMile, BCE U3Me-
HHIIIOCh [1—4].

o Tex mop moka peub UAET O KIeTKaX MHOTI'OKJIETOY-
HBIX OPTaHU3MOB, CBSI3b ITUTO(H3HOIIOTHH C YKOJIOTHEN He
SBJIIETCS CTOJIb OUEBUIHOMN, NOCKOJIBKY OTBETCTBEHHOCTh
3a B3aUMOJCHCTBHE C OKpYXKAIOLIEH Cpeoil B MEPBYIO
ouepenlb OepyT Ha ceOsi OTHEIbHBIC OPraHbl U TKAaHH, HE
BXOJISIIIME HAMIPSAMYIO B KOMIIETEHIIUIO KIETOYHOH (hr3no-
soruu. Jlemo o0CTOUT MHAUe, KOTJa 00bEKTaMU UCCIIEIO0-
BaHUA SABJISIOTCS KJICTKU MUKPOOPIraHM3MOB. B stom Cl1y-
yae B3aUMO/ICHCTBHUE C BHELIHEN Cpeiol, a TaKkKe C ApyTHU-
MU [PEACTABUTENIIMU 3KOCUCTEMBI ITOJIHOCTBIO JIOKHUTCS
Ha KJIETKY, BBITTONHSIOMYI0 (DYHKINUH IIEIOCTHOTO Opra-
HU3Ma. B pe3ynbTare rpaHb MEXIy HHTOPU3UOJIOTHEH U
9KOJIOTHEH B €€ KJIACCUYECKOM IOHUMaHUM CTUPAETCH, U

MOYKHO TOBOPHTH O HOBOW CHHTETHYECKOH ITUCIIUTIIMHE —
9KOJIOTHUECKOH IuTodhu3monoray. Kpome Toro, CBS3b 3KO-
JIOTUU ¥ TUTO(U3HNOIOTUH TPOSBILIETCS €IIe U B TOM, YTO
TOHKHE (DH3HOJIOTHICCKUEC M OMOXUMHYECKUE IIPOIECCHI,
MIPOTEKAIOLINE B KIETKaX MUKPOOPraHU3MOB, UIPAIOT He-
MIPEB30MIEHHYIO POJIb B Onocdepe, odbecrieunBas (pyHKIINO-
HUPOBAHUE OMOT€OXMMHYECKHX LIUKIOB 3JIEMEHTOB [5].
MukcoTpodHOE MUTaHUE MPOTUCTOB SBISIETCA SPKUM
MIPUMEPOM COBOKYMHOCTH KJICTOYHBIX MEXaHHU3MOB, 00ec-
MEYMBAIOIINX B3aMMOJICHCTBUE KIIETOK-OPTaHU3MOB CO
cpenoit oOMTaHMsI U UMEIOLINX OIPOMHOE IKOJIOTHUECKOE
3HaueHne [6—8]. MccnenoBanusi, MOCBAIIEHHBIE MHUKCO-
Tpouu, MPOBOAATCS TABHO, OJJHAKO YCIIEXH B 3TOH o0ac-
TH JI0 CUX TIOp CKpOMHBI [9]. ' 1aBHast mpuunHa 3TOTO Kpo-
€TCs B TOM, UTO JOJTO€ BPEMs JUISI U3yUEHHS MHUKCOTPO-
(UM UCTIONB30BAINCH B OCHOBHOM ITOIXOJBI MOJIEBOH H
SKCIEPUMEHTANIBHON dKooruu. OpHAKO, Kak IMOKa3alo
BpeMs, 3TOr0 OBLIO HEJOCTATOYHO, HECMOTPS Ha HECO-
MHEHHOE 3HaueHue MoJoOHbIX paboT. OTBETHI Ha KIIOYe-
BbI€ BOITPOCHI OTHOCUTEILHO MUKCOTPO(HUH y MUKpOOpra-
HU3MOB MOTYT OBITh MOJyYCHBI JIUIIb B PE3yIbTaTe 00BE-
JIMHEHHBIX YCWJINK HCCIeoBaTesei B 001aCTH SKOJIOTHH,
nuTO(GHU3MOIOTHH U OMOXUMHHM KJIETKU. B HacTosimem 06-
30pe aeTcsl MPENCTABICHUE O B3aHMMOCBSI3H HKOJIOTHYE-
CKUX U ITUTO(PHU3HOIOTHIECKUX UCCICIOBAHNH, IMEIOIINX
OTHOIIICHNE K MHUKCOTPO(UH, U HAMCYAIOTCS ITyTH Hajlb-
HEHIIIero pa3BUTHS STOU MEPCIIEKTUBHON 0071aCTH HAYKH.
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MukcoTpodusi ¢ TOUKU 3peHHsA IKOJIOTHHU

MuxkcoTtpodus — 3T0 MeTaboIn4ecKast CTpaTerus He-
KOTOPBIX OPraHU3MOB, OOBEAMHSIONMAS B ceOe YepThl aB-
TO- ¥ TETEPOTPOQHH, T. €. HCIOIH30BAHUE PA3TUIHBIX HC-
TOYHHUKOB yriiepoja u suepru [6, 10]. Yame Bcero BcTpe-
qaeTcs BapuaHT coueTanus Gororpopuu (GporocunTesa) ¢
a’pOOHOH TeTepOTPOPHOCTHIO, KOTOPAsT OCYIIECTBISCTCS
100 myTeM (parouUTHPOBAHUS JPYTUX OPTaHU3MOB U Ya-
CTHI] OPTraHUYECKOI0 BELIECTBA, JIMOO IyTeM OCMOTPOd-
HOT'O IOTJIOMICHUS PACTBOPCHHBIX OPTaHUYCCKUX BEIICCTB
[11]. CaenyeT OTMETHTD, YTO HAPSILY C BBIICYKa3aHHBIMU
crocobamu aBTOTpodus U rerepoTpodus Bo BpeMs: MHK-
COTpO(HOr0 pocTa HEKOTOPHIX MHUKPOOPTaHU3MOB MOTYT
OCYILECTBIISTHCS IOCPEICTBOM XEMOCHHTE3a U IKHJKO-
(dazHOTO 3H0NNTO3a (MMHOIMTO3a) COOTBETCTBEHHO. O1-
HAKO M XEMOCHHTE3, ¥ MUHOIIUTO3 PEIKO BCTPEUAIOTCS Y
MHUKCOTPO(OB ¥ M3yUeHBI OYCHb CIIa00, TOITOMY MBI HE
OyJzieM paccMaTpuBaTh WX B JIJAHHOM 0030pe.

CriocoOHOCTh K MUKCOTPO(HH Y Pa3IMIHBIX OpPraHu3-
MOB MOXET OBITh BBIpa)KCHA B Pa3HOU cTermeHu. Ha sTom
OCHOBAaHUH BCEX MHUKCOTPO(POB MOKHO PA3ICIUTh HA TPH
rpymsl [12].

1. Muxcorpods! I Tuna — 310 opranusmsl, o01ana0-
e coOCTBEHHBIMU IUiactuaamMu. [Ipu 3ToM OHU onMHA-
KOBO YCIICIIIHO PAcTyT KaK aBTOTPO(HO, TaK U TeTepo-
TpodHO. Kax b1l U3 ABYX THIIOB META00IM3MAa MOXKET He-
3aBHCHMO O0CCICUNBATh KHU3HEACSITEIHHOCT OPraHU3Ma
B COOTBETCTBYIOIIUX YCIIOBHSIX.

2. Muxcotpodsr 1l THma — 3T0 OpraHU3MEI, TaKxe 00-
Janaromme coOCTBEHHBIMH IUTACTHIAMH, OJTHAKO OHH CIIO-
CcOOHBI TTIaBHBIM 00pa3oM K aBTOTpo(HOMY pocty. Takue
OpTaHU3MBI MOTPEOISIFOT OPTAaHUKY JIUIIH B Ka4ECTBE JI0-
MOJTHUTENIFHOTO HCTOYHUKA TIUTAHHS M YHEPTUH B YCIOBH-
X, KOT/Ia 10 TOM WJIM MHOH MPUYHHE aBTOTPO(HS CTaHO-
BUTCSI HETOCTATOYHO d(PPEKTUBHOM.

3. Mukcotpodsi I1I Trna nepBuYHO reTepoTpOdHBL, HO
UHOTJIa IPUOOPETAOT CIIOCOOHOCTD K aBTOTPO(GHOMY CIIO-
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¥
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Opraanyeckoe BEIECTBO

Puc. 1. Pons mukcorpoduu B mortokax yrieponua B Tpoduue-
CKUX CETSIX Ha yPOBHE INIAHKTOHHBIX MUKPOOPTaHU3MOB.

Cnaowneimu cmpenkamy TI0Ka3aHO HAllpaBjIeHHE MOTOKOB yTIiepoja
HPH «KJIACCHYECKOM» B3IJIse Ha TPOHUYECKHE CETH, KOra MUKCOTPO-
¢b1 II THDA BOCHIpUHUMAIOTCS Kak aBTOTpodbl, a Mukcorpodsl I1I Tu-
a — HMCKJIIOYUTEIBHO KaK TeTePOTPOMBL. [IyHKmMupHvimu cmpeikamu
MI0Ka3aHO HAINpaBJIeHHE MOTOKOB YIJIePOia IPU UCIIO0JIb30BAHUU MHKCO-
TpodaMu aJIbTEPHATUBHBIX CTPATErHil METabOIN3MA.

co0y JKU3HHU, OOBIYHO Osiarogapst aBTOTPOPHBIM CUMOUOH-
TaM WIA TaK HA3bIBACMBIM KJICITOXJIOPOILIACTAM, T. €.
XJIOPOILIACTaM, «3aUMCTBOBAHHBIMY Y IPYTHX OPTaHU3MOB.

B nanHOM 0030pe MBI COCPEAOTOYMMCS] HA MUKCOTPO-
¢ax Il Tuma, XOTs U OCTaTLHBIC THITBI MUKCOTPOQHUH TIPE/I-
CTaBJISAOT CyHICCTBeHHbIﬁ HUHTEpPEC.

[TepBoHAYATBHO OTKPBHITHE MUKCOTPO(DHUN BOCTIPHHSIIH
KaK MHTEPECHBIN (akT, KaK elle OJMH MpuMep u300pera-
TENBHOCTH TPHUPOIsl. OTHAKO BCKOPE CTajlo SICHO, UTO B
MHUKPOMHPE MHUKCOTPOQUS SBISIETCS CKOpee IMPaBHIOM,
geM uckiodeHneM. OKas3aaock, YTO OHA ITUPOKO PacIpo-
CTpaHEHa Cpeay MPOKAPUOT M MPOTUCTOB, B TOM UHCIC B
TaKUX KPYIHBIX TPYIIAaX OJHOKICTOYHBIX IIAHKTOHHBIX
OpPraHU3MOB, KaK JUHO(IATCIUISATHI, 30JIOTUCTHIC U KPHUII-
TO(QUTOBBIE BOAOPOCTH [7]. DTO 0OCTOSATEILCTBO BHI3BAIIO
0COOBIN MHTEpEC, TaK KaK paHee SKOJIOTH CYUTAIH OOJb-
IIMHCTBO TPEICTABUTENCH 3THX TIpynn (OTOTPOPHBIMU
M IO 3TOH NpUuYruHE NoMCIIaIkn UX B CaMO€ OCHOBAHUC
OHCPICTUYCCKUX MUPaMHU/] B KaYCCTBC IIEPBUYHBIX IPOAY-
[eHTOB. bonee MOIOBHMHBI M3BECTHBIX AWHOMIATSIUIAT H
IO Ce# JeHb BOCHPUHUMAIOTCS] HAYIHBIM MHPOM KaK OJHA
U3 OCHOBHBIX TPYIH (PUTOIUIAHKTOHA, 00CCICUNBAIOIINX
okeaH nepBuuHON npoxaykiwueit [13]. C apyroit cTopoHsl,
TaKue OpPraHU3MBI, KaKk HH(Y30pHH, BCETIa pacCMaTpHBa-
JUCHh B KAa4eCTBE KIACCHYECKUAX TeTepOTPO(OB, OITHAKO
0Ka3aJI0Ch, YTO MHOTHE U3 HUX B MOJIHON Mepe MOJIb3YI0T-
csl IpeuMyIIeCTBaMH, KOTOpble JaeT ¢gorocunres [§, 14,
15]. Heoxunanuast pacpoCTpaHEHHOCTh MUKCOTPO(QHH B
IPUPOAE, HACTOSAIINH BCIUIECK COOOIIEeHH 00 0OHapyke-
HHUHU HOBBIX MI/IKCOTpO(bOB MOMAaTHYJIN TpaauIHUOHHBIC
B3TJISIIbI HA OPraHuU3anuio IMUIIEBBIX ceTer B MUPOBOM
OKeaHe Ha YpoBHE MHKpoopranmsMoB [16—21] (puc. 1).
OnHako pa3o0paThes B IGUCTBUTEIILHOW OpraHU3aIiy Ta-
KHX CeTel OKa3aJ0Ch COBCEM He mpocTo. s 3Toro Heoo-
XOAMMO OBUTIO TIPEKIE BCETO OTBETUTH Ha JBa BOIPOCA:
KakoB OaJlaHC aBTO- W TeTEPOTPOPHUH BO BPEMsI MHUKCO-
TPO(HOTO POCTa K KAKUMH (HhaKTOPAMU OH PETyITUPYETCs?

basanc aBTo- ¥ rereporpopun
BO BpeMsl MHKCOTpo(gHOro pocra

OCHOBHBIM METOZOM MIPUOTU3UTEIHHOM OIIEHKH YHCIIa
KJIETOK, OCYHICCTBIIIONINX TeTepoTpoHOE NHUTaHHE, B
MOIYJISIITAA MUKCOTPO(OB OBITa M OCTAETCSI MHKPOCKO-
nus. MeToJ] OCHOBaH Ha TOM, UTO B Cily4ae NoeJaHHs MUK-
coTpodaMu IPYTUX OPTaHU3MOB B HX KJIETKaX 00pa3yroT-
Csl MUIIEBAPUTENIbHBIE BaKyOJIH, KOTOPbIE XOPOIIO BHIHBI
IIPY MUKPOCKOMTUYECKOM HCCIIeI0BaHUM KyJIbTyphl. Hanu-
yre (arolUTHUPOBAHHBIX OPraHU3MOB B MHUIIEBAPUTEIb-
HBIX BaKyOJISIX MHKCOTPO(OB MOXKET ObITH YCTAaHOBJICHO C
MOMOIIBIO AMHU(IYOPECHEHTHON MHMKPOCKOIMHU: HEKOTO-
phIe TUTMEHTHPOBAHHBIC OPTaHU3MbI, HAIPUMEP KPHUIITO-
(uTOBBIE BOJOPOCIH, OOJATAIOT aBTOMIYOpECHEHITHEH
TIPU OCBEIIEHUH CBETOM OTPEICTICHHON JJTMHBI BOJTHBI [22,
23]. B ocTanpHBIX Ciydasix MOXKET MPUMEHSITHCS TIPeJiBa-
pPHUTEIBHOE (ITyOPECICHTHOS MEUCHHUE MTUIIECBBIX OpraHu3-
MOB [24, 25], a Taxxke (IyOpeCICHTHOS OKpalldBaHHUEC
KyJIbTYp nocie pukcanuu kakum-muodo JHK-kpacurenem,
nanpumep DAPI, unu nyrem duryopectieHTHON ruOpuiu-
3anun CARD-FISH [26]. B nocnennux AByX ciiydasix Mu-
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[IEBAPUTEIILHBIC BaKyOJIH, COJCPIKAIINE OKPAIICHHYIO
JHK daromutupoBaHHbIX OpPraHU3MOB, TAKXKE XOPOILIO
3aMETHBI, CII€JIOBATEIBHO, CIIOCOOHOCTh K (arommrosy
KJICTOK MCCIICIYEMON KyJIbTYPhl MOKHO OIICHUTH KOJIHYE-
CTBCHHO.

K coxanenuto, onmrcaHHbId METO/I yUeTa IO TeTepo-
Tpo(OB B MUKCOTPO(HOH KyJIbTYype HE JJa€T BO3MOKHOCTH
OTBETHTH Ha BONPOC O BKJIAJC aBTO- M TeTEpOTPO(UH B
MHUKCOTPO(HEIH pocT. [leo B TOM, YTO TaKUM IYTEM HC-
CIIEZIOBATEI MOTYT IUIOb OLEHHUTH JOJIO ITOIYJISALUH,
IpUOETAOIIYI0 K TeTepOTPO(GHOMY IMUTAHUIO, OJJHAKO (ha-
TOLUTHPYIOIINE KJICTKH OJHOBPEMEHHO C TeTePOTPOPHBIM
OUTaHUEM MOI'YT OCYHIECTBJIATH M (orocuHTe3. Kpome
TOT0, OTCYTCTBHUE MUILEBAPUTEIHHBIX BAKYOJICH B KIIETKAX
UcCIeayeMOl KyJIbTYphl HE TapaHTUPYET TOTO, YTO 3TH
KJIETKH HE MPUOEraroT K TeTepoTpouH, TaK KaK eCTh CBH-
JIETEIHCTBA O TOM, UTO y OPTaHM3MOB, HEIABHO OCYIIIECTB-
JIABIINX (baFOHI/ITO?), MMUIIEBAPUTCIIbHBIX BaKyoneﬁ BO
BpPEMsI MUKPOCKOIIMYECKOTO MCCIICIOBAHUS MOKET HE Ha-
OsrosiaThes Oaronapsi IOCTaTOYHO OBICTPOMY TEpeBapH-
BAHUIO W CMCHE CTaJWi KICTOYHOTO ITKIiIa [27].

Eme onuH cepbe3Hblid HEAOCTATOK MUKPOCKOIIMYECKO-
r'0 METOJa JJIsl OLIEHKH JOJIH TeTepOTPO(HBIX KIETOK B TI0-
MYJUIIAA MUKCOTPO(POB — 3TO €ro MPUMEHUMOCTH HCK-
JTIOYUTEIHFHO K MHUKCOTpPO(daM, OCYIIECTBILIOMUM (aro-
UTO3, T.€. IOEHaHWe Ipyrux opraHm3MoB. OIHAKO
MOHATHE MHKCOTPO(HHU BKIIOYAET B ce0sl TaKkKe CIOCO0-
HOCTb COUYETATh aBTOTPO(HUIO C OCMOTPO(HBIM MOIJIONIE-
HUEM PACTBOPCHHBIX OPraHNICCKUX BCUICCTB, B TOM YUCJIC
ITOTJIOLIEHUEM IIIFOKO3bI U IPYTUX MPOCTBIX CaxapoB, MO-
4eBHUHBI 1 aMUHOKHCIOT [11]. O4eBuaHO, 4TO yueT ocMo-
TpoHOH TeTepoTPOGUN MHUKPOCKOINIECKAM METOIOM
HEeBO3MOKeH. [l aToro, a Takxke i Ooiiee T0CTOBEp-
HBIX OIICHOK BKJIaza (harorpoHoi reTepoTpodun HeoO-
XOIMMBI MHBIE TIOXOIBI.

OmHAM W3 TaKWX IMOIXOJOB SIBISIETCS OICHKa (hOTO-
CHHTETHYCCKOH aKTUBHOCTH HCCIIEIYEMBIX OPraHU3MOB B
COBOKYITHOCTH C OLIEHKOW CKOPOCTH POCTA IIOITYJISALIUH.
Hanpumep, takum criocoboM OBLIO TOKa3aHO, YTO (POTO-
CHUHTETHYCCKAs] aKTUBHOCTD MOIMYJISIIMU JKI'YTHKOHOCICB-
nuHopnaremar Dinophysis norvegica B cyOsydoTtuue-
ckoMm croe bantuiickoro Mopst Oblla HEZOCTATOYHA IS
HOJJIepKaHus HaOJII0aeMOT0 POCTa MOMYJISILUK H, CIIEI0-
BaTEJIbHO, POCT JOJDKEH OBLT JIOMOJHUTEIBHO MOICPIKH-
BaThCS 3@ CUYET reTepoTpodHoro muranus [28].

Haunbonee 3¢ (hekTHBHBIM METOJIOM OIEHKH BKJIaJIa T'e-
TEPOTPOUU B POCT TOIMYJISIIUA MHKCOTPO(DOB SBISETCS
HCIIOJIE30BaHKE CyOCTPATOB, MCUCHHBIX PaJHOAKTHBHEIMU
u3oromamu yriepona C'4. Oror mogxon B 2006 r. mpume-
HUI An0b¢ ¢ coaBTopamu [27]. CyTh €ro 3aKkjito4aeTcs B
TOM, YTO B HECKOJIBKHX SKCIIEPUMCHTAX OAWH U3 UCTOYHHU-
KOB yTIJIepoja JUlsl HCCICAYEeMON KyJIbTyphl — HEOPTaHH-
yeckuil kapoornat HCO, mimu ke KJIeTKN MUILIEBBIX Opra-
HU3MOB — COAEpKUT aTombl yriaepoaa C!4. [To akTuBHO-
ctu aromos C!4, Haxomamuxcs B OuoMacce, MOKHO
CYIOUTh 00 MHTEHCHBHOCTH BKIIIOYCHHUS TOTO WIIM WHOTO
cyOcTpara B KIETKH HCCIIEAYEMBIX OPTraHU3MOB. DTOT K€
MIPUHITAIT MOKHO UCTIOB30BATh U B OKCIIEPUMEHTAX C IIPH-
MEHEHUEM CYyOCTpaTOB, MEUYCHHBIX CTAOWMIBHBIMU HU30TO-
namu yriaepoga C13 [29]. HyHO mOq4epKHYTh, YTO CaMU
o cebe Takue METOJbl MO3BOJISIOT CYIUTh JIHIIL 00 aK-

TUBHOCTH BKJIFOYCHHSI HCIOJIB3YEeMOro cyocrpara B OHO-
Maccy, Ho He 0 OanaHce aBTo- u rereporpodun. [Tostomy
Ha JJAHHOM 3Talle Pa3BUTHsI H30TOMHBIX METOIOB UCCIIEIO0-
BaHISI MEKCOTPO(HN OHU TOJDKHBI IPUMEHATHCSA B KOMOH-
HaIWU C IPYTHMH IOAXO0JaMH, KaK 3TO B OBUIO CHIEJIaHO B
pabote Anonbda ¢ coaBTopamu [27].

[Ipunumas BO BHIMaHHE HEIOCTATKU CYIIECCTBYIOIINX
METOJWK, BCE OHM HE Jal0T TOYHOM KOJIMYECTBECHHOM
OIIeHKHM OaylaHca aBTO- U TeTePOTPOPHU Y MHKCOTPO(DOB.
PazpaboTka HageKHBIX H BMECTE C T€M JOCTYITHBIX CIIOCO-
OOB OIICHKH ATOTO OanaHca, B TOM YUCIE in Situ, — JEI0
Oyjty1ero.

®akTopsI cpebl,
peryJHpyoume MUKCOTPO(QHBIH pocT

Crenyromuii 4pe3BbIYaiiHO BaXKHBIHN JJIS 9KOJIOTOB BO-
MIPOC: KaKUM 00pa3zoM peryinupyercst Mukcotpodusi? B ka-
KOl MOMEHT aBTOTPO(HBIC OpPraHW3MBI HAYMHAIOT ACCH-
MIUTAPOBATH PACTBOPEHHOE OPTaHUYECKOE BEIIECTBO HIIH
JTa’Ke OXOTUTHCS Ha APYTHUX MPEICTaBUTENCH MUKpoMHpa?
EcrecTBeHHBIM OBLIO MPEOIION0KUTH, YTO ABTOTPO(HOE
MUTAHUE HCIONB3YeTCS MHUKPOOPTaHM3MaMH IPH XOpPO-
IeM OCBEIICHWHU M JIOCTaTOYHOM KOHLEHTpaluu Heopra-
HUUYECKUX HUCTOYHUKOB a30Ta U ¢ocopa, HEOOXOIUMBIX
Juts (POTOCHHTE3a M POCTA, TOTJIa KaK MPUCYTCTBUE B Cpejie
MOJIXOMIAIIMX OPTaHUYECKUX CyOCTPAaTOB W/WIIHU IHUILNEBBIX
OpPraHu3MOB CIIOCOOCTBYET rerepoTpodroMy nuTanuto [30,
31]. Onnako OoJjiee MO3IHUE SKCIICPUMEHTBI TTOKA3aJIH, YTO
perymsiys MUKCOTPO(UH UMEET B OCHOBE 0OJIee CIIOKHBIC
MexaHu3MBl. Tak, BBIICHWIOCH, YTO XOPOIIEEe OCBEIICHHUEC
MOJKET UHIIyIMPOBATh HE TOJBKO (POTOCHHTE3, HO U (aro-
IIUTO3 Y MPOTUCTOB, & OPraHMYECKUE CyOCTPaTHI CIIOCOOHBI
YCKOPSATH (PHKCAIHIO HEOPTAaHUIECKOTO YTIIepoa, MOCTaB-
TSI OpraHU3MaM HeOOXO0IMMbIe OMOTEHHBIC DIIEMEHTHI [32,
33, 23]. Bo MHOTHX MCCIIEOBAaHHIX BBICKA3bIBAIOTCS MPEI-
MIOJIOKEHUSI O TOM, 4YTO W JIpYTHe, [OpOW HEOKUIaHHbBIE,
(daxTopsl (TemriepaTypa, TypOYJIEHTHOCTb cpenbl, (asa
JKU3HEHHOTO IIMKJIa) MOTYT MIPaTh POJIb TPUTTEPOB.

Ha ceronusamnuil 1eHb Mbl HE TIOHUMAEM BCEX IPUH-
[UIIOB PETYJISIIIUA MUKCOTPODHH Y MUKPOOPTAHH3MOB U
MOJKEM TOJILKO KOHCTaTHPOBATh, YTO, [0 BCEW BUIAMMOCTH,
HE CYIIECTBYET YHUBEPCAIBHBIX 3aKOHOB IS BCEX MHKCO-
TpodoB. He cTOMT 3a0BIBaTh M O TOM, YTO CYIIECTBYIOIIHE
METO/IBI OIICHKH OaJlaHCa MUKCOTPO(HH, O KOTOPBIX MBI TO-
BOPIUIH BBIIIE, HECOBEPIICHHEI, a 3HAYUT HCCIICIOBATEIH
MOTYT YIYCKaTh U3 BHAY BaKHBIC (PaKTHI BO BPEMs DKCIIE-
PUMEHTOB II0 PETryIBiuH MHKcoTpoduu. HecomueHHO
OJTHO: TIOHATH MYTH PErYJIIHUA MUKCOTPO(UHU U YCICIIHO
MPUMEHUTH ITU 3HAHUSI B KOJIOTUU M OHOTCOXUMHU OyIIeT
HEBO3MOXXHO JI0 T€X IOp, MOKa SBJICHUE MUKCOTPODUH HE
OyJeT U3y4eHO C TOYKHU 3peHHsI OMOJIOTHUH KJIETKU.

MukcoTpodus ¢ TOYKH 3peHHs
HMUTO(PU3UOJIOTHHI

MukcoTpodust — 3TO KOMIUIEKCHBIH THIT METa0O0JIH3-
Ma, COYETaIoNui B ce0e HECKOJIBKO cTpareruii (puc. 2).
C OHOM CTOPOHBI, KJIETKE HEOOXOIUMO IMOJICPKUBATH
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Puc. 2. Bo3MOXHbIE IyTH MOCTYTUICHUS YIiiepoa, a30ota u (oc-
(dopa B KIIETKy MUKCOTPO(GHOTO OpraHu3Ma.

POB — pacteopennoe opranndeckoe BemectBO; Copr — yriepox
OpPraHWYECKUX BEIIECTB; / — TPAHCIOPTEPHl OPTAaHMUECKUX BEIECTB;
2 — (epMeHTBI, OCYIIECTBISIONINE THAPOJIN3 OPTaHUYECKUX BEILECTB C
BBICBOOOXKJICHHUEM HEOPraHMYeCKMX WOHOB; 3 — TpPaHCIIOPTEpPhI
HEOPraHWMYECKNX HOHOB; 4 — (EpPMEHTH, OCYIIECTBISIONINE
BOCCTAQHOBJICHHE HEOPTaHNUECKUX HOHOB.

MOJICKYJISIPHBIA (DOTOCHHTETHYECKHIA anmnapaT ¥ Bech Ha-
oop depmenToB 1ukia KaneBuHa, HeoOXoaumble s (o-
TOCHHTE3a W (PUKCAIUU HEOPTaHHYECKOTO YIIIeposa.
C apyro#t CTOpPOHBI, sl TETEPOTPO(HOrO POCTa HYKHBI
MeMOpaHHBIE TPAHCIOPTEPHI MPOCTHIX OPTaHMYECKUX BE-
IIECTB, 3a4aCTYIO 3KTO- U IK30(EPMEHTBI Il BHCKJICTOY-
HOT'O THPOJIN3a OPraHUYECKUX MMOTUMEPOB WU ke (aro-
[UTapHAasl AKTUBHOCTH C MOCJICAYIOIINM [IEPEeBAPUBAHHEM
IIpH TIOMOIIM Habopa JIUTHYECKUX (EPMEHTOB B Cilydae
¢arorpopHOoro nmuranusa. Takum 00pa3oM, MHKCOTPO(]-
HBIIl POCT TPEJCTABIISETCS BEChbMa DHEPro3aTpaTHbIM, U
OpraHu3M Bcerja JOJDKEH MOACPKUBATh ONTHMATBHBINA
OasiaHC (PU3UOJIOTHYECKHX 3aTPAT M BBITOIbI. MOJIEKyJIsp-
HBIE MEXaHU3MBI TOTO, KaK OCYIICCTBILICTCSI TOHKAS peTy-
JSIIHS, TOAIEPKUBAONIast dTOT OajaHC, BKIIIOYasl CUTHA-
JBHBIC ITyTH, HHAYIUPYIONIHEe MUKCOTpoduto, nuddepeH-
[UAJIBHYIO SKCIPECCHIO TCHOB, aKTHBALUIO (haroIUTapHON
AKTUBHOCTH U PACIO3HABAHHE MHUIICBHIX OPraHU3MOB, UC-
CIIEIYIOTCSI KJICTOUYHBIME OHoioramMu. bobIoe Kom4ecT-
BO PECypCOB, KOTOpPbIE UCIONb3YyeT KJIETKa B Ipolecce
MHUKCOTPO(HOTO POCTa, JOKHO OBITH OMPABAAHO MpEH-
MYIIECTBAMH TaKOTr'O [TUTAHUSI.

DU3HOJTOTHYCCKASA POJIb MUKCOTPOGUHU

IIepBoil rUNOTE30M, 1O CUX NIOP HE YTPATUBLIEH CBOEH
aKTyaJIbHOCTH, ObLJIa TUIIOTE3a O TOM, YTO CIIOCOOHOCTH K
MHUKCOTPO(HOMY POCTY — 3TO BO3MOXKHOCTH IOJYy4aTb
YIJepoa B cilydae, KOrja HEeBO3MOXeH (poTocuHTe3, Ha-
IIpUMeEp, KOrJa OCBELIEHUE HEJ0CTaTOYHO. B aToM e cu-
Tyalluud OPraHuv4CCKUEC MOJICKYJIbI MOTYT CIIYXXUTb U HC-
TOYHHUKOM BJICKTPOHOB JJIA BBIpa6OTKI/I OHCPIruu B JbIXa-
TENbHOW MEeNH W s BOCCTAaHOBHUTENBHBIX IPOIIECCOB
opranm3ma. JleiicTBUTEIBHO, BO MHOTHX paboTax ObLIO
MOKa3aHo, 4TO (HaroruTo3 CIIOCOOCTBYET MOJICPKAHHIO
pocra npu HU3KOoM ocBeteHuu [34, 30, 35]. OnHako ObuUTH

TaKXe 0OHApy>KEHBI BUJIbI, HECIIOCOOHBIC K (ParoUTO3y B
TEMHOTE U Ja’ke NMPU OTHOCUTEIBHO HU3KOH OCBEIIEHHO-
cTH. B TO ke Bpems y 3TUX OpraHu3MOB, HampuMmep -
HomaremsT Prorocentrum minimum, ¢ pocToM OCBe-
IIEHHOCTH BO3PACTall M YPOBEHb (haromuTapHON aKTHBHO-
ctu [32].

CrenyronmM TMpennoiaokeHueM O (pH3HOIOrHIecKOn
POIH MHUKCOTPOHH OBUIO MPEINOI0KEHHE O TOM, UTO B
BOJaxX, OCHBIX HEOPraHWUYECKUMHU HCTOUYHUKaMHU (ocdo-
pa u a30Ta, TAKUMH KaK HUTpAT, aMMoHUi, docdat, atu
Ba)KHEHIINE OMOTeHHBIE HIIEMEHTBI MOTYT OBITh I10JIy4EHBI
U3 OpraHUYecKuX coeqUHEHUi. [laHHOE MperoNoKeHHe
ObUIO KOCBEHHO MOJATBEP)KICHO SKCIIEPUMEHTAMH, T/ He-
JIOCTATOK HEOPraHUYECKUX CyOCTpaTOB MHIYIUPOBAN (a-
TOIIUTO3 WM OCMOTPO(HOE IOTJIOIMICHHE OPTaHUYEeCKUX
BemiecTB. Tak, M3BECTHO, YTO MPU HEAOCTATKE HOHOB aM-
MOHHS M HUTpATa B CPEAC MHOTHE MUKPOOPTAaHU3MBI I10-
rnomaoT MoyeBuny [36, 37]. B kieTke MoueBHHA MOXKET
OBITH pa3NioKCHAa HAa HEOPTaHWYECCKUH YIJIEpOJ M aMMO-
HUH — KJIACCHYCCKUI MCTOYHHUK a30Ta IJIsT OONBITHHCTBA
IUTAHKTOHHBIX OPTaHU3MOB, KOTOPBIA MOKET OBITH UCIIO-
JIb30BaH B cuHTe3e OenkoB [38]. PaznokeHne MOYEeBUHBI
MOXET OCYIIECTBIATHCA (PEPMEHTAMH ypea3aMHu | JIUra-
30if MoueBUHBI U Juokcuna yriepona (H® 6.3.4.6), unmn
aMMJI0JMa30i1 MOUEBUHBI, KOTOPbIE HMIMPOKO PaclpocTpa-
HEHbI cpeiu MUKpooprannsmos [39, 40]. Kpowme Toro, Ha-
JUYHME Y MHOTHUX TUTAHKTOHHBIX MPOTHUCTOB M OakTepuit
BHYTPUKIIETOYHBIX W BHEKIETOYHBIX THAPOIUTHUECKUX
(bepMECHTOB, pa3NararoinuX MENTHABI C BRICBOOOXKICHHEM
aMMOHHS, CBUACTEIHCTBYET O TOM, UYTO a30T MOXKET II0-
CTaBJIATBCS B KJIIETKY M 3a cdeT GaroTpoHON MHKCOTpPO-
¢un [41, 42].

OpHAaKO IpyTHE MCCIECOBAHS TOKA3aJld, YTO HEKOTO-
pBIC OPTaHU3MBI TUTAIOTCS MUKCOTPO(GHO U TPU HATUIUHU
JOCTaTOYHOTO KOJIUYECTBA HEOPTaHMYCCKUX MCTOYHHKOB
azoTta u Gocdopa. ITo NOCITYKUI0 NOBOIOM ISl IPEATIO-
JIO’)KEHUSI O TOM, YTO C IOMOIIBI0 MUKCOTPO(HOTO muTa-
HUSl OPTaHU3MBI MOTYT MOJy4aTh MUKPODJIEMEHTHI, BUTA-
MUHBI U Pa3JInYHbIE (PaKTOPBI POCTA, HO KAKWE UMEHHO —
JI0 CHX MOp Heu3BecTHO [43—45].

BeposiTHO, pusznonornueckast pojab MUKCOTPOGhHUH pas-
JIMYHA B 3aBUCUMOCTH OT JOCTYIIHOTO CyOCTpaTa u uccie-
JyeMOT0 OpraHu3Ma, a JJIsi OKOHYATEIEHBIX BBIBOJIOB He-
00XOIUMBI ITUTOJIOTHYCCKUE IKCIICPUMCHTEI, MTO3BOJISIO-
IHe TPOCICIUTh CyAbOYy OpraHWYecKHX BEIIECTB,
MOTPEOIIIEMBIX MHUKCOTpO(aMu, HampuMep, ¢ UCIIONIB30-
BaHHEM CyOCTPaTOB, MCUCHHBIX CTAOMIIEHBIMHE FITH PaHO-
aKTUBHBIMH M30TOTamMu [46, 47].

JKcnpeccusi TeHOB
BO BpeMsi MUKCOTpogHOro pocra

Kak yxe yrnoMHHaaoch BbIlIE€, MUKPOOPraHU3MBI, pac-
TylIMe B PA3JIMYHBIX YCIIOBUSX U HCHOJb3YIOIIUE aBTO-
TPOQHBIH 1 MUKCOTPO(HBIA TUIIBI IIUTAHUS, JTOJIKHEI DKC-
IIPECCUPOBATH Pa3IMUHble HAOOPHI FEHOB B LIEIAX HKOHO-
MHUH KIIETOYHBIX pecypcoB. [Ipu 3Tom auddepeHnuaibHo
MOTYT 3KCHPECCUPOBATHCS T€HbI THIPOIUTHYECKUX (ep-
MEHTOB M ()epMEHTOB MeTabo0JIM3Ma MPOCThIX OpraHuye-
CKUX BelecTB (TIIOKO3bI, aMHHOKHCIOT, MOYEBHHBI H
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T. I1.), TeHBI (JOTOCHHTETUUECKOTO arapara, a TAK)Ke FCHBI
MEMOpaHHBIX TPAHCIOPTEPOB OPraHUYECKUX BEIIECTB.
Hampumep, moctymieHue MOYEBHHBI B KJIETKY U3 OKpYKa-
IOIIEH Cpellbl Y OJJHOKICTOYHBIX JYKAPHUOTHUECKUX Opra-
HU3MOB OO0YCJIOBIICHO BBICOKO-a(pHHHBIMH aKTHBHBIMH
tpancnoprepamu DUR3, akBanmopwHamu, aMHIHBIMHU Ka-
Hamamu [48, 49].

Eme B 1998 1. ObuTO MOKa3aHO, YTO MOPCKHE ITHAHO-
6axrepun Prochlorococcus sp. cHIKaIH 3KCIIPECCHIO TeHa
oHOTO U3 0enkoB hoTocucTemsl 11 phsA nipu nodaBICcHUH
TJIIOKO3Bl B KYJIBTYpPY, COAEpXallylocsi B TEMHOTE, IO
CPaBHEHHUIO C KYJIbTYPOH, COAEpIKalIeUcss B TEMHOTE, HO
0e3 nobGaBnenus riaoko3bl [S0]. Torna Ha 5TOM OCHOBaHUH
OBLIO ClIEIaHO MPEAIOJIOKEHHUE O BO3MOKHOCTH MHKCO-
TpodHOro pocra nuaHobaxrepuit Prochlorococcus sp. Ha
TIIF0KO3€, KOTOPOE OBIIIO MOATBEPKASHO JIUIIb JCCSTh JIET
ciycts [51]. B cBoeii paboTe aBTOPHI HE TOJIBKO IMOKA3aJIH,
YTO IMAHOOAKTEPHH MOTYT TOTJIOMIATh TIFOKO3Y U3 OKPY-
JKAIOMICH Cpepl TaXke MPU OYCHb HU3KUX €¢ KOHIICHTpa-
IIUSX, COMTOCTABUMBIX CO CPEAHEH KOHIIEHTPAIEH TIIOKO-
361 B MEUpOBOM OKeaHe, HO M MCCIIeJOBAIH BIMSHAE TITIO-
KO3BI Ha DKCIIPECCHIO HECKOIBKHAX TeHOB ¢ omotibio [T1[P
¢ 00paTHOI TPAHCKPHIIIIUEH B PEKUME PEaTLHOTO BpeMe-
HU. OHU TIOKA3aJIH, YTO IPU JOOABICHUU TIIFOKO3BI B CPEIY
(1 MKMOJIB/IT) pE3KO BO3pacTalia KCIPeccus FTeHOB, BOBIIE-
YEHHBIX B METa0O0JU3M IJIFOKO3bI: T€HOB zWf U gnd, KOIu-
pyromux (epmeHTsl TeHT030(ochaTHOrO MyTH, a TakK-
e reHa dld, kogupyromero D-nakraT:HAJ[" okcumope-
nykrasy (H® 1.1.1.28) mwmm D-makrat nmermaporenasy.
B MenbIeli creneHu, HO Bce ke Oosiee 4eM B 3 pasa 1o
CPaBHCHHIO C aBTOTPO(HBIM KOHTPOJIEM, YBEINIHBATIACH
IKCTIpeccus TeHa melB, Konupyromero npennosaracMbIi
MeMOpaHHBIH TPAHCIIOPTEP CaxapoB.

HccnenoBarenu n3 Kuras takxke ucronas3opanu [P B
PEKUME PEeaTbHOTO BPEMEHH ISl M3YYCHUS IKCIPECCUH
Tpex reHoB mukpoBogopociei Chlorella sorokiniana B
MHUKCOTPO(HBIX U aBTOTPOPHBIX yciaoBusix [52]. B ducie
HCCIIelyeMbIX FeHOB OblI reH rbel, kogupyromuit 3-doc-
(ho-D-rnunepat kapookcunazy (HO 4.1.1.39) — Gomnbinyro
KaTaJIUTUYECKYI0 cyObequHuIly pudyno3oducdocharkap-
6okcmnasel (RuBisCO), koTopas UrpaeT KIHYeByI0 POk
B IMyTH (UKCAIMH HEOPTaHWMYECKOTO YyIriiepoja — IUKIe
KanpBuna. ABTOPHI KyJIBTHBHPOBAIN BOJOPOCIH B aBTO-
TPOQHBIX YCIOBHAX, a TAKKE B Cpelie, COAEprKaIei TITo-
KO3y B KauecTBe cyOcTpaTa. YPOBEHb SKCIPECCHH TeHA
rbcL. Bo BpeMsi aBTOTPO(GHOTO POCTa B OTCYTCTBHE TITHOKO-
361 OBIT OJKHAAEMO BBICOKHM B JIOTapu(MHUECKON (aze
pOCTa KyJIBTYPHI M CHIDKAJICS OoJiee ueM B [[Ba pa3a B CTa-
UOHApHOH (base, Mpu 3TOM OCTaBasiCh BEICOKUM. [1pu Ha-
JIMYUU TIIIOKO3BI B Cpelie UCCIIelyeMblil T'eH MPaKTUYeCKU
HE HKCIIPECCUPOBAJICS HU B OAHOH U3 (a3 pocTa KyJIbTyphl.
DTO CBUAETEIHCTBOBAJIO O TOM, YTO YPOBEHb (POTOCHUHTE-
TH4eckoi akTuBHOCTH C. sorokiniana majgai npu HAJTHIUH
TIIIOKO3BI B cpezie. MHTepecHo, 4TO HECKOJIILKIUMHU TOJJaMH
paHee JpyTre UCCle0BaTeNN OKa3aId, YTO YPOBEHb (O-
TOCHHTETHYECKOH aKTHBHOCTH Bojopocieil Nannochlo-
ropsis sp. HE 3aBHCEJ OT TOTO, CONCpKalach KyJIbTypa B
aBTO- WJIN MHUKCOTPO(HBIX YCIOBHSX, B OTIHYHE OT HH-
TEHCHBHOCTH JBIXaHHS, KOTOPAsi 3aMETHO yBEIHIUBAIIACH
BO BpeMsi MUKCOTpodHoro pocta [53]. Tem He MeHee TOT
(haxT, YTO MPU HATUYIHH TOIXOSIIIUX OPTaHUUECKUX CYyO-

CTPaTOB HEKOTOPBIC aBTOTPO(HBIC OPraHU3MBI MOTYT Iie-
PEXOAUTH K MUKCOTPO(HOMY NMUTAHUIO, CHIDKAS WK JIaXKe
npekpamiasi GOTOCUHTETUYECKYIO0 aKTUBHOCTD, CBUJIETEIb-
CTBYET O TOM, YTO MUKCOTPO(BI CHOCOOHBI PEryINpoBaTh
9KCIIPECCCUIO HeO6XOJII/IMLIX FCHOB. DTOT BbIBO/J OUYCHb Ba-
JKCH, TaK KaK €lI¢ HCJaBHO MHOT'MC aBTOPHLI I10J1arajiv, 4To
¢dotocuHTE3 U TeTepoTPO(YHOE TUTAHNE BO BPEMSI MUKCO-
TPO(HOTO pocTa MPOUCXOIAT OTHOBPEMEHHO U HE3aBHCHU-
Mo [54, 55].

[ToMuMo wCccIe0BaHMS SKCIIPECCHHU OTICIBEHBIX TCHOB
BO3MOXKHO HM3ydeHHE Habopa BceX OEIKOB OpPraHU3MOB
IpYA KyJIbTUBUPOBAHHU B PA3IUYHBIX YCIOBUAX. Takoi
OJ1X0/] ObLJT HEIABHO MTPUMEHEH IIPU CPABHUTEIBHOM aHa-
JU3e MPOTEeOMOB JAuHOQuareusiT Prorocentrum micans,
pacTymmx aBTOTPOGHO U MUKCOTpO(HO [56]. DTHUX KTY-
TUKOHOCLIEB KYJIBTUBUPOBAIU B aBTOTPO(HBIX M MHKCO-
TPOGHBIX YCIOBUSX, BBLACISUIN U3 TU3aTOB KIETOK OOIIYIO
OCNKOBYIO (pakIHMiO M pasfeiisuii OeNKH JIBYMEPHBIM
anekTpodope3oM. B pesynbrare Ob10 00HAPYKEHO, YTO
HCKOTOPBIC OenKu MPUCYTCTBOBAJIU B IPOTCOME UCKITIOYH-
TEJNBHO MIPH ABTOTPOPHOM POCTE, 3 HEKOTOPBIE — TOJIBKO
pu MukcotporoM. Kpome TOro, KOJIrMuecTBCHHBIN aHa-
mu3 ¢ momonbto MALDI-TOF macc-cnekrpomerpuu mo-
Ka3aJl, 9TO KOJINIECTBO MHOTHX OCIIKOB MEHSETCS B 3aBU-
CHUMOCTH OT THIIa IIUTAHHS. DTO TOBOPHUT O TOM, YTO B CITy-
gae P. micans BO3MOYKHO BKJIFOUCHHE/BBIKIIIOYCHUE [CHOB,
OTBETCTBEHHBIX 32 (POTOCHHTE3 U reTepoTpoduIo, a Tax-
JK€ TOHKasl PeryJyisiusi UX KCIPECCUU B COOTBETCTBUU C
YCIOBUSIMH CPEJIbl U MCIIOJIb3YEMBbIM THIIOM IMHUTaHUS.

[IpumedatensHo, uTo U3 1200 GenkoB MpoTeoMa BCETO
nub 27 6enkoB (2.3 %) 9KCIpecCHpOBAINCH TO-Pa3HOMY
IIpY aBTOTPO(HOM B MUKCOTpO(HOM pocTe, mpudeM 12 u3
HUX OBUIH 0OHAPY’KEHBI TOJIBKO B MUKCOTPO(HBIX YCIIOBH-
six. OUeBHIHO, YTO PaA3JIMYMUs JIa)Ke B KPOIIEYHOW YacCTH
9KCIPECCHPYEMBIX T€HOB MOTYT 3HAUUTEIBHO BIHATH Ha
MOop(hoJIOTHIO U (PU3HOJIOTHIO MUKpOOpraHu3MoB. K coxa-
JICHWIO, JIWIIL 5 OCJIKOB W3 UCCIEIAOBAaHHBIX 27 yIanoch
UACHTH(GHUIUPOBATH ITyTEM BHIPABHUBAHUS UX aMHUHOKHUC-
JOTHBIX IIOCIICIOBATEIBHOCTEH, ITONyYCHHBIX METOIOM
MALDI-TOF, npoTtuB 0enkoB, 3aHECEHHBIX B 0a3bl JaH-
HbeIX. [Ipy 5TOM TOYHYIO (DYHKIHUIO 3THX OEJIKOB HEBO3-
MOKHO YCTAHOBHTbH 0 MPHUYHUHE OTCYTCTBUS T€HETHYe-
CKO# nH(OpMAIH, OTHOCSIIEHCS HEMOCPEICTBEHHO K JTU-
HO(bJ'IaFCHHHTaM. IInaHKTOHHBIC IMPOTUCTHI B LICJIOM OYCHDb
TIJI0XO MPEACTaBJICHbBI B TECHOMHBIX W MMPOTCOMHBIX Oazax
JMAHHBIX M 3TO SIBISICTCS CEPhE3HON MpoOIeMON TMpH HX
uzydyeHuu [57]. B mocnenHee Bpems AaHHO#M TipobOieme
CTaJIA yACTATh ropasno Ooibiie BHUMaHUsA [1], To3TOMY
€CTh HaJeKIa, YTO CKOPO CUTYalHsl U3MEHHUTCS B JIYUIIYIO
CTOPOHY.

MexaHu3MBbl peryJasiiui IKCIPecCHu reHOB
B MHKCOTPO(HBIX YCI0BHAX

B Hactrosiee Bpems peryJsiiusi SKCIIpecCUr I€HOB B
MHUKCOTPO(HBIX YCIOBHSIX ropa3io JydIle n3yueHa y 0ax-
TEepHil, 4eM Yy 3YKapUOTUUYECKHX OPraHU3MOB, IMPHYEM
OOJIBIIIMHCTBO HCCIICAOBAHHUN MMPOBOIUTCS HA IHAHOOAK-
TEPHSIX — BaXHBIX MEPBUYHBIX MIPOJYLIEHTaX, CIIOCOOHBIX
YTUIU3UPOBAaTh HEOONbIINE OPraHWYEeCKHe BEIECTBa.
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Puc. 3. Bzaumogneiictsue 6enxoB NtcA, PII u PipX npu peryns-
UM a30THOro Mertabonm3ma nuaHoOakTepuil (mo: Espinosa
et al. [68], MmoauduIPOBaHO).

1 — neaxtuBHbIH 6en0k NtcA; 2 — Genok PipX; 3 — 6enok PII; 4 —
aKTUBHPOBaHHBIN Oenok NtcA; 5 — docdopunuposanusiit 6emok PII.
Cmpenka cne6a 110Ka3bIBACT HAIIPABICHUE YMEHbIICHHS KOHLEHTPALUN
2-okcorsyrapara B kierke. [Ipy Hannunu aMMOHMS B Cpelie M HU3KOM
KOHIICHTpaIUK 2-OKcoriyTrapara B kietke 6enok PipX cBssan ¢ PIL.
B »10 Bpems NtcA neaktuBeH. [Ipu mpoMexyTouHON KOHLEHTpaLUU
2-okcorsyrapara Oenmok PipX csaseiBaercs To ¢ PII, To ¢ NtcA,
aKTUBHPYsS ero. AKTHBHPOBaHHBIH NtCA 3amyckaeT TPaHCKPHIIIHIO
TCHOB, OTBETCTBEHHBIX 3@ YTHIHM3AIMIO albTEPHATHBHBIX UCTOYHHKOB
a30Ta, HO CJlyyad MHUIHMALMK TPAHCKPUILUH STHX T€HOB €lle PeaKH
13-3a KOHKYpEeHIH 3a cBsi3biBanne Oeinka PipX ¢ 6enkom PII. AsortHoe
TOJIOfaHWE M BBICOKAs KOHIEHTpPALHUs 2-OKCOITyTapaTa B KIETKe
OmaronpusTcTBYIOT cBsizbiBaHMIO PipX ¢ NtcA, ero aktuBauuu u
MHULHUALUKY  KOHTPOJIMpYeMbIX UM reHoB. [Ipu srom Oenok PII
(bochopunrupoBaH U HAXOIUTCA B HEAKTUBHOM COCTOSHHHU.

Tak, U3BECTHO, YTO IHAHOOAKTEPUH IMOTIIOIIAIOT U KaTa-
Oomm3upyIoT TI0K03y. Kpome Toro, oHM crocoOHBI HcHo-
JIb30BaTh a30T MOYCBUHEI B YCIIOBUSX a30THOT'O TOJIOIaHHS.

OxauM M3 0a30BBIX MEXaHH3MOB PETYJSIUN TpaHC-
KPHIIUU I'€HOB Yy MPOKApHOT SBJISAETCS HaIU4YUE ajJbTep-
HATHUBHBIX G-CyObeaunul 6akrepuansHoit PHK-monmme-
pasbl, ocymiecTBisitomel Tpanckpumnuuoo. PHK-monnme-
pa3za TpaHCKpUOWpPYET pa3MYHbIE TPYMIBl TCHOB B
3aBHCHUMOCTH OT TOTO, KaKasi U3 G-CyObeIMHNI] BKITIOUCHA
B ee coctaB [58]. OnHoW U3 G-CyObequHNIl IMaHOOAKTe-
puii siisiercs 6enok SigE. Ha nmano6akrepusix Synecho-
cystis sp. PCC 6803 Obuto TOKa3aHO, YTO MYTaHTHI IO
reHy sigE mo cpaBHEHHUIO ¢ JUKHM THIIOM COIEpPIKalH TO-
pa3Io MEHBIIIE TPAHCKPUIITOB T€HOB BaYKHBIX MYTCH Karta-
00J1M3Ma TIIFOKO3BI: TIIUKOIUTHYECKOTO U OKHCIUTEIEHOTO
nenro3odocdarnoro. Kpome Toro, y TaKMx MyTaHTOB aK-
TUBHOCTh (DEPMEHTOB OKHCIHTENBHOTO MEeHTo30(ochar-
HOro mytd — D-riroko30-6-pochat:HAJID™ okcumope-
nyktasel (HO 1.1.1.49) u 6-pocdo-D-rmokonar:HAJID*
okcumopeaykTassl (HO 1.1.1.44) — Oblna oueHb HU3KOH,
IIPY 5TOM HE MPOUCXOAMIIO YBEINICHUS aKTUBHOCTH 3THX
(epMEHTOB B TEMHOTE, KaK 3TO HaOJIFO1aeTCs B ClIydae JTu-
KOTO THIIA, a TaKXKe OBUI CHI)KEH YPOBEHBb TPAHCIIOPTA
TJIIOKO3Bl B KIETKYy. B pesynpTare MyTaHTHBIC KICTKH

ObUIM HECNOCOOHBI PACTH B MHKCOTPO(HBIX YCIOBHUSIX
[59]. Ilomumo perymsiuuu KaTaboIM3Ma CaxapoB, CyOb-
enunnna SigE Hapsny ¢ cyosenuannamu SigB u SigC Bo-
BJICUCHA B PETYIISIUIO SKCIIPECCHH TEHOB MIPU HEJJOCTATKE
azora [60].

HyxHO OTMETHTB, 4TO OOJBIIMHCTBO pabOT O MeXa-
HU3MaX PETYIIIHH SKCIIPECCHH TEHOB Y MUKCOTPO(OB 3a-
TParuBaroT BONPOCH! PEryJSLUM IKCIPECCUU T'€HOB, BO-
BJICUCHHBIX B METa00IM3M a30Ta. [lelo B TOM, 9TO a30T —
BOKHEWINH OMOTEHHBIN 3JIEMEHT, TUMUTHPYIOIIUNA POCT
¢uTonnankToHa B okeane. OT KOHLIEHTpaUUu OHoI0ruye-
CKH JTIOCTYITHOT'O a30Ta 3aBUCUT HHTEHCUBHOCTD (PUKCAIHH
HEOPraHWYEeCKOro yriepoja U MpOIyKIus Ouomacchl B
mnporecce (OTOCHHTE3a, a 3HAUUT U OJIaromoyydue Bcel
skocucteMbl [61, 62]. OCHOBHBIMH HMCTOYHMKaMHU a30Ta
JUIS aBTOTPO(HBIX OPTaHU3MOB SIBJISIFOTCS HIOHBI HUTPATa U
AMMOHHUSI, HO 3a4aCTYI0 KOHIIEHTPAIUS UX B MOPCKOH BOJIE
OYCHb HHM3KA U HE MOXKET MOJAEPKUBATH POCT OOJIBIIOTO
gucia GOTOCHHTETHKOB. Tor/ma Ha moMoIIh MUKCOTpodam
MIPUXOJAT AJIbTEPHATUBHBIE HCTOYHUKHU a30Ta — a30TCO-
JieprKallie OpraHn4yecKye BEeLecTBa, TaKue Kak MOYeBHUHA
¥ aMHHOKHCIIOTHI [63]. braromapsi yHuKaIpHOM posn a3o-
Ta B (PYHKIIMOHHPOBAHHH YKOCHUCTEM BOIPOCAM pETryIisi-
UM 230THOT'O MeTaboIM3Ma YACIsIeTCs: 0c000e BHUMAHUE,
B TOM YHCIIE U PETyJSLUU MOTPEOJIEHUS OPraHUuYECcKOro
a30Ta (hOTOCUHTE3UPYIOLIMMU OPraHU3MaMHU.

Ha cerogusinuii JeHb JIydile BCEro u3y4eHa peryis-
nus Metabosn3Ma a3ora y HuaHo0akTepuii. DTu opraHus-
MBI B OTCYTCTBHE HanboJee MoIX0/ISIIEro HCTOYHUKA a30-
Ta — aMMOHHUS — HAYMHAIOT MOTPEOIATH a30T U3 IPYTHX
COCJIMHCHMIA, B TOM YHCIIe U3 MOYCBHHBI. [[manobakTepun
BOCIPUHUMAIOT KOHLEHTPALUIO AOCTYIIHOTO aMMOHHUS 110
KOHLEHTpalUX BHYTPHUKJIETOUYHOIO 2-OKCoIylyTapaTa —
BEIIIECTBA, HEOOXOIMMOTO B IIPOIECCe CHHTE3a TIyTaMU-
HOBOM KHUCJIOTBI, B X0J1€ KOTOPOI'O OJMH HOH aMMOHHS cOe-
JUHSEeTCAd C ABYMs MOJIEKyJlaMu 2-okcoriyrapara. [Ipu
9TOM Yy LIMaHOOAKTEpHil CUHTE3 2-OKCOIIyTapaTa BJseTCs
3aBepuiaroieil peakuueil unkiaa Kpebcea, cienosarenbHo,
KOJIMYECTBO 2-OKCOTIyTapara B KJIETKE HaIlpsMYIO 3aBH-
CUT OT aCCUMUWJISIIIUU aMMOHus [64].

Ilepexon KJIETKH ¢ MOTPeOICHUS aMMOHHS Ha MOTPeO-
JICHWE APYTHX HCTOYHUKOB a30Ta obecrednBaeTcs Oel-
KOM-PEryJjsTopoM TpaHckpunuuu NtcA, npuHajiexa-
UM K cemericTBy 6ernkoB CAP — akTHBaTOPOB I'eHOB Ka-
tabonu3ma [65]. Eciin KOHIIEHTpanus aMMOHUSI B Cpejie
HHU3Ka, TO 0etok NtCA HanpsMyr aKTHBUPYET TPAHCKPHII-
LIMIO T€HOB, YYaCTBYIOIIMX B IIOTJIOLEHUH U aCCUMUIISLIU
a30Ta U3 mpovmx coeauHeHni. [Tomumo Oenka NtcA, KoH-
TPOJIb a30THOTO METa00IM3Ma OCYIIECTBISIETCSI TIOCPEACT-
BOM perynsropHoro Oenka PII, mmpoko pacmpoctpa-
HEHHOT'O CPEe/IX Pa3IMYHBIX TPYIII KUBBIX OPIraHU3MOB OT
OaxTepuit 1o pactenuii [66]. AxktuBHocTh PII Takxke pery-
JTUPYETCS] BHYTPUKIETOYHBIM 2-OKCOTJIyTapaToM, HO B OT-
nuare oT Oenka NtcA BbIcOKasi KOHIIEHTPAIUs 3TOTO COe-
JUHEHHS BO BPEeMs, KOTJIa B CpeJie OTCYTCTBYEeT aMMOHUH,
nHrnoupyet aktuBHOCTH PII. Mexay NtcA u PII cymect-
BYIOT TOHKHE PETYJISITOPHBIC OTHOIICHUS, KOT1a OJUH Oe-
JIOK BIUSET HAa aKTHBHOCTH JPyroro, u Haobopor. Mo-
JIEKYJISIPHBIC OCHOBEI ATHX B3aUMOACHCTBHUN OBLITH HEHU3BE-
CTHEI 10O TeX TOp, IOKa B NIPOTEOME MHUAHOOAKTEpHi
Synechococcus He ObLT OOHApYXeH HEOOJBIION OeloK
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PipX [67] (puc. 3). IIpu nocienyromeM dKCIepUMEHTallb-
HOM HccienoBanuu PipX okasajncs mOCpEeTHUKOM MEXTy
NtcA u PII Bo BpeMs perymsiuu a30THOTO MeTaboin3Ma
[68]. B cooTBeTCTBUU C MOJIEIBIO B3aUMOICHCTBUSI, TIPE/I-
JIO’)KEHHOMN aBTOpaMM, BbICOKasl KOHLIEHTPALUsd aMMOHUS U
HU3Kasl KOHLIEHTPALUs BHYTPUKIETOYHOI'O 2-OKCOIJIyTa-
pata crocoOCTBYIOT cBs3biBaHuI0 PipX ¢ 6enkom PII, ipu
sTOM Oentok NtcA ocTtaeTcsi HeakTHBHBIM. B cBoro odepep
BBICOKAsl KOHLIEHTPALUsl 2-0KCOTIyTapara B KJIETKE NpH-
BOJIHMT K (hopMupoBaHuio koMiuiekca PipX ¢ 6emkom NtcA,
TEM CaMbIM aKTUBHPYS €r0 U 3aIlycKas TPAaHCKPHUIILHUIO Te-
HOB, OTBETCTBEHHBIX 32 YTHIIM3ALHUIO allbTePHATUBHBIX UC-
TOYHHMKOB a30Ta. [Ipy MpOMEKyTOUHBIX KOHLEHTPAIUIX
2-0oKcoriayTapaTa, HampuMep, BO BpeMs BbIpalllUBaHUS
KyJIBTYpPBI Ha Cpefie, cojepxaiieid HuTpat, 0enku NtcA u
PII xoHKypHpyIOT 32 cBs3bIBaHME ¢ PipX, Takum croco-
00M perynupys aKTHBHOCTB JIPYT APYTa.

CoBepIIIeHHO SCHO, YTO, JIMIIb PacIIM(poBaB Mexa-
HU3MbI MOJIEKYJIIPHOH PEryJsiuy KJIETOYHOI'O OTBETa B
YCIIOBUSIX MUKCOTPO(HOTO pocTa, MbI CMOXKEM Pa3o0paTh-
CSl ¥ B PETYJLIIUN MHKCOTpO(HU Ha YpOBHE DKOCHCTEM, a
3HAYHAT, MUTOJOTHYECKUEC HCCIENIOBAHUS IMPHOOPETAIOT
HEOCIIOPHUMOE HKOJIOTHYECKOe 3HAUCHHUE.

3akJaroueHue

MukcoTpodHOE MHUTAHHE BKIIOYACT B CeOSI IENBINA
CHEKTP MOJICKYJSIPHBIX MEXaHW3MOB, HAIIPABICHHBIX Ha
YTHIM3aIUI0 OPTaHMUECKUX BEIIECTB, MOAAcpKaHue (o-
TOCHHTETHYECKOTO amlapara, CHHTE3 THUAPOIUTUIECKUX
(hepMEHTOB, XUMHUYECKOE PACIIO3HABAHKE MTUIIEBBIX Opra-
HHU3MOB. B 3TOM 0030pe MBI 3aTpOHYIH JIUIIb YacTh BO3-
MOYKHBIX HAIIPaBIICHHH HCCIEIOBAHUS MHKCOTpO(UHU Ha
TpaHHIIE HECKOIBKUX OMOJIOTHYCCKHX TUcHUILTUH. [Ipu-
MeuaTesbHO, YTO OOIBUIMHCTBO PAOOT HKOJIOrMYECKOI Ha-
MPaBJICHHOCTH UMEET AENO0 C IJIAHKTOHHBIMU IPOTHCTaMU,
a OOJIBIIMHCTBO PabOT, MOCBAIIEHHBIX MOJICKYJISIPHBIM Me-
XaHU3MaM ¥ OHOXUMHUYECKIM OCHOBAM MUKCOTPO(HUH, BbI-
MIOJTHEHO Ha MpUMEpe OaKTepHii. DTOMY eCTh OOBSICHEHHE.

IIpoTucTsl — BakHEHIINE EPBUYHBIE IPOLYLIEHTHI B
OKeaHe, OT WX JICATEIBHOCTH 3aBHCUT OecnepeOoriHoe
(DyHKIMOHUPOBAHKE IHKIIA YTIEPOAa, MOACPKUBATOIIC-
TO CYIIECTBOBAaHHE MPOYMX KUBBIX OpraHu3MoB [61, 69].
EcrecTBeHHO, YTO CHOCOOHOCTH MHOTHX MPOTHCTOB K
MHUKCOTPO(HH BEI3BIBAET HHTEPEC HK0IOT0B. C OAHOM CTO-
POHBI, Onaromapss MHKCOTPO(GHOMY POCTY MOXKET CHH-
JKAThCsl MHTEHCHBHOCTh (DHKCALUH aTMOC(HEPHOrO yTIie-
KHCIIOTO ra3a B mporiecce (OTOCHHTE3a, C APYroi — MUK-
corpouss MOXKET MMETb MPOTUBOIOJOKHBIN d(dexT B
BOJIaX, OCHBIX HEOPraHUYECKUMHU CyOCTpaTaMu, MOCTAB-
75151 @30T U pocdop ATl CUHTE3a OPTAaHUUECKUX BEIIECTB.
Oco6oro BHUMaHH y0CTOCHA OT/CIbHASI IPYMIIA MPOTH-
ctoB — Dinoflagellata [12, 70]. B aTo#i rpynme cocpeno-
TOYCHO OTPOMHOE KOJMYECTBO MHUKCOTPO(OB, MHOTHE W3
KOTOPBIX MIPOU3BOIST Pa3INIHbIC BH/IBI TOKCHHOB H BBI3bI-
BAaIOT I[BETEHHUS BOIBI, MPEICTABISIIONINE OMAaCHOCTh LIS
genoBeka [71]. TToxoxke, crmocOOHOCTh UHO(IIATSIUIAT K
MUKCOTPO(HH MPUBOAUT K YUAIICHHUIO CIy4aeB IBETCHHUS
B 3BTPO(HPOBAHHBIX BOAAX, OOTaThIX OPraHMYECKUMH Be-
mectBamu [33, 72].

[Touemy e, HECMOTpPsI HA OYEBUIHYIO HEOOXOAUMOCTh
JIETAJIbHOTO U3Y4YeHHs (PU3HOIOTHMH MUKCOTPOQHBIX MPO-
TUCTOB U, B YACTHOCTH, AMHODIIAreNIISIT, IPAKTUIECKU BCE
JTaHHBIE 00 SKCIIPECCHM T'€HOB U €€ PEryJALUN BO BpEMsI
MHKCOTPO(HOTO pOCTa MOIYUYCHBI NPH W3YUCHHUH ITHAHO-
6akrepnii? Ilo-BUIMMOMY, 3TO CBS3aHO C YIOMSHYTHIM
BBIIIIE OTCYTCTBHEM T'€HOMHOW MH(OpMAIWHU IO pa3ind-
HBIM TPYIIaM TPOTHCTOB, YTO UPE3BBIYANHO YCIIOKHICT
MOTIOOHBIC [IUTOJIOTHYECKUE UCCIIeIOBaHMs. DTa mpodJie-
Ma 0COOCHHO aKTyalbHA ISl JHHO(IATEIUIAT, H3BECTHBIX
CBOMMH OTpOMHBIMH TeHomamu [73, 74]. Ilo npuuwnne
oueHb OoJbIIUX pa3mepoB K 2011 1. He OBUTIO CEKBEHUPO-
BaHO MOJHOCTBIO HU OJHOTO TeHOMa AUHO(IAreIIsT, XOTs
CTPEMHTENBbHOE Pa3BUTUE U YJCIICBICHHE TEXHOJIOTHM
CEKBEHHMPOBAHUs JAIOT HAJEXJIy Ha TO, YTO B TEUCHHE
OMmKalIINX msITH JIeT 3TOT pyOexk Oynet B3t [75]. B mro-
00M ciryyae UCCIE0BaHMUS MUKCOTPO(DUH IPOIOIKAIOTCS,
Y OJIHAM U3 TIPUOPUTETHBIX HAITPABJICHUH SBIISETCS N3yUe-
HHUE (PU3MOIOTHH MUKCOTPO(HBIX MPOTHCTOB Ha KJIETOY-
HOM ypoBHE. Bynem HafesThCsl, 9TO OYCHb CKOPO MBI, Ha-
KOHETI, ITIOJTy9HUM OTBETHI Ha BOTIPOCHI, IIOCTABICHHBIC YiKe
OoJsiee ABaALATH JIET HA3asl.

PaGora BeInosHEeHa pu GpuHAHCOBOU mojaepxke Poc-
cuiickoro Gonaa GyHIaMeHTAIBHBIX HCCIeI0BaHUH (TIpO-
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.





