®HU3HOJIOTHA PACTEHHH, 2021, mom 68, Ne 1, c. 3—19

YIK 581.1

OB30PhbI

OHAJOCUMBUNOTUYECKOE IMTPONCXOXJIEHUNE XJIOPOIIJIACTOB
B ®DBOJIIOIIUU PACTUTEJIBHON KJIIETKU

© 2021 r. U. H. Craanuuyk® *, B. B. Ky3Henos*
“Pedepanvroe cocydapcmeenHoe 6r00xcemHoe yupescoeHue HayKu
Hucmumym cbuzuonoeuu pacmenuii um. KA. Tumupszeea PAH, Mockea, Poccus
*e-mail: stadnichuk @mail.ru

IMocrynuna B pepakimio 16.06.2020 r.
ITocne nopa6orku 16.06.2020 r.
Ipunsara x nmyoaukauuu 18.06.2020 r.

Teopust 5HIOCMMOMOTUYECKOTO TTPOMCXOXKIEHMS XJIOPOIUIACTOB CTajia 6a30BOIA MIJ1s1 COBPEMEHHOI OMOJIOTUM.
YcraHOBJIEHO BO3HMKHOBEHHUE 3YKapUOTHOIO (hOTOCHHTE3a B pe3y/ibTaTe (harolMTapHOro MpruoopeTeHUs LI~
aHOOaKTepUii IPEIKOBOI 3yKaprOTHO KileTKoi. MDeHOMeH SHIOCMMOM03a HEOTAETUM OT TEOPUH KITETOYHOM
sBoionuu. Cpenu pemapiux (pakTopoB OMOJIOTMYECKOIo IIporpecca, MpUBEAIINX K pa3HOOOpa3uio U
OrPOMHOI CJIOKHOCTH 3YKAapUOTHBIX OPTraHMW3MOB, JIEKUT Mpoliecc 3HaocuMmbOuoreHe3a. CoBpeMeHHast
9BOJIIOLIMOHHAS TEOPUSI CTPOUTCS Ha 0ObeIMHEHUN (heHOMEHA 9HA0CUMON03a, NapajlieJIbHOTo nepeHoca
Te€HOB, TEOPUU €CTECTBEHHOTO OTOOpa M JAaHHBIX (DUIOTEHOMUKU. DyKapuoreHe3 oObeIMHUI B KJIETKax
pa3Hble HaIMOJIEKYJISIPHbIE KOMILUIEKChI, CO3[a]l pa3HOOOpa3ue opraHell, MpuBes K OKCUTeHaluu 61o-
cdepbl U COBpEMEHHOMY MHOTOOOpa3uto (popM XK13HU.

KitoueBble ¢j10Ba: MJIaCTUIBI, XJIOPOIIACTHI, IMAHOOAKTEPUM, IBOTIOLIMSI, SHIOCUMONO3

DOI: 10.31857/50015330321010176

BBEAEHUE

Teopuss cumbuoreHesa xjaoporuiactoB [1] crana
KPYITHEMIIINM HOCTVZKEHMEM OTEYECTBEHHOM M MU-
poBoii broiornu XX BeKa M JIeTjla B OCHOBY COBPEMEH-
HBIX IIPEICTABJICHUIT 00 3BOJIIOLINM KJIETKU. JIpeBHOCTh
MIPOMCXOXICHUS ITMaHOOaKTepuii, yCTAHOBJICHHASI T1a-
JIEOMMKPOOHOJIOTHEH U Tajieoreoorueii (= 2.5 mipa.
JIET), CXOJICTBO B CTpOEHUU (POTOCMHTETUYECKOIO arl-
rnmapaTta 1 MOJIEKYJISIPHOM MEXaHM3ME OCYIIEeCTBICHUS
¢GOTOCHHTE3a C XJIOPOTIJIaCTaMM, OE30rOBOPOYHO MO~
TBEPIWINU Teopuio. JJaHHbIe MOJIEKY/ISIpPHOI OMOJIOrMU
M TEHOCHCTEMATHKM IUIACTUI PACKpBUIM IIOCJIEHOBA-
TEJIbHOCTh 2BOJIIOLIMOHHBIX COOBITUIA. YCTaHOBJIEHO
IIPOUCXOXACHUE IBYX-, TPEX- U YEThIpeX-MeMOpaH-
HBIX XJIOPOILJIACTOB KaK CJEACTBHE NEPBUYHOIO U
BTOPUYHOTO SHJIOCMMOMO030B. OOHApyXeHBI TpPeTUU-
HBIIA U CepUaTbHBINA MEPBUYHBINA SHIOCUMONO3bI MUK-
POBOIOpPOCIEIl M TPaH3UTOPHBIE CMMOMO3BI BOIOPOC-
JIelt ¢ IpOTUCTaMU 1 0€CTIO3BOHOYHBIMU XXUBOTHBIMU.
YcraHoBJIeHa Tiepegadya OOJIBIIMHCTBA IJIACTUIHBIX
TC€HOB B SII€PHBIIA T€HOM KJIETOK-X035IeB M 3a(pUKCH-
pOBaH JiaTepaIbHbII MEPEeHOC T€HOB OT XJIOPOILIa-
CTOB K MUTOXOHIpusIM. HaiineHo oObsicHeHMEe TTpU-
CYTCTBHUSI B PacTUTEIbHOM MHUPE HECKOJBKUX ITUT-
MEHTHBIX JUHUU mmactuna. Co3gaHue pas3aeibHOMN
TeHOCUCTEMATUKHU SIAECPHBIX U IJIACTUIHBIX TCHOMOB,

Coxpawerus: X1 — XJI0pouLI.

CHUHXPOHM3alUsI OMOCHMHTE3a 0€JIKOB Ha prUOOCOMax
LIATOILIa3MbI 1 XJIOPOILJIACTOB, MOJICKYJISIDHBIC MeXa-
HU3MBbI TPAHCIIOPTa OEIKOBBIX ITPOAYKTOB U3 LIUTO-
IUTa3MBI B XJIOPOILJIACT C TIOMOIIBIO TPAH3UTOPHBIX U
CUTHAJIbHBIX IENTUAOB SIBJISIFOTCS IIPEAMETOM COBpE-
MEHHBIX UCcaeaoBaHuii. Bo3HMKIIa HOBast GMOJIOT -
yecKast AUCLUUILUIMHA — CUMOMOTeHeTHKA.

BO3HMKHOBEHHMWE TEOPUUA

Axxymyaayus 6uosoeuyeckux 3HaHuil,
npedulecmeosasuiux meopuu 3Hoocumouo3a

AKTHUBHOE CTaHOBJICHHME €CTECTBEHHBIX HayK,
BKJIIOYasi OMOJIOTUIO, HAYaJI0Ch CO BTOPOIA TTOJIOBUHBI
XVIII Bexa. MHorue u3 6MoJ0ru4eCcKruX OTKPHITUN 1
000011IEHUT OKa3aIMCh BIIOCIEICTBUM CBSI3aHbI C TEO-
pueii sHgocumouosa. B 1771 r. 1. I1puctiu oTKpbLI1 Po-
TocuHTe3. a B 1779 1. fI. UHreHxray3om ObLI0 ITOKa3aHO,
YTO TSI IPOTeKaHMsI (pOTOCHHTE3a HeoOXoaM cBeT. B
1817 r. K. IlenbTe u K. KaBaHTy 0OHapyXWJIN XJIO-
podmwl @ — OCHOBHOI NUIMEHT (poTrocuHTe3a. B
1824—1825 r.1. cHe-3eneHbIe BOOOPOCH (IIpexXHee
Ha3BaHWE IMaHOOAKTEePUil) ObLIN BKIIOYEHBI KakK ca-
MOCTOSITE/IbHASI TPYIIIa B 00TAHMYECKYI0 HOMEHKIIATY-
py. B 1881—1884 r.r. T.B. DHreasMaHy ynaaoch TOKa-
3aTh, YTO CUHE-3€JIEHbIE BOIOPOC/IN, TOTOOHO PAaCTEHU -
sIM, ocylecTBIIIIOT potocuHTe3. B 1883 1. A. IlIumrtep
n A. Meiiep onmrcanu “3ejieHbIe TPaHYJIbl — XJIOPO-
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MIACTBI, TOe JoKammayercs xiopodmi. B 1885 .
A. IlInMriep mokasasi, 4To XJIOPOIJIaCThl 00JIafaioT B
KJIETKE OMHAPHBIM JIeJIEHMEM, TTepeaaBasgCh U3 ITOKO-
JICHUSI B TIOKOJIEHUE, U TIPEINOJI0XNB BO3MOXHOCTh
MMPOUCXOXKIEHUSI XJIOPOTJIACTOB OT LIMaHOOAKTEPUIA.
B 1879 r. I''A. ne bapu BBen B OMOJOTUIO TEPMUH
“cuM6bmo3”. BaxkHbIM pe3yiabTaToM B 1895 1. crano
coobmienue P. JlayrepoopHa 06 0OHapyKeHUU 3eJIe-
Hol ameOnl Paulinella. B xoHiie XX Beka M3y4yeHUE
5TOTO OJHOKJIETOYHOTO CHITPajo 3aMETHYIO POJIb KaK
OIHO M3 J0KAa3aTeJIbCTB TCOPUU SHAOCUMOMO03a.

Tlonoxcenus meopuu sudocumobuosa
K.C. Mepeackosckoeo

OT 3BOJIIOLIMOHHBIX MTPEATIOJIOXKEHU I 1 9BOJIFOLIU-
OHHBIX MIIE TeOopUsI OTIMYAETCS TeM, YTO IIpejlaracT
KOHKPETHBIE ABVDKYIIIE CHJIbI M (haKTOPBI SBOJIIOLINH,
MPEIOCTABIISISA JUISl 3TOTO MPUMEPBI U JOKa3aTeJIbCTBA.
KoppeKTHOCTh IIPpUBOAMMBIX ITOJOXEHHUN MOXET
OBITH ITOJIBEPTHYTA MPOBEPKE U IIPU UX OITMOOIHO-
CTHM OTBEPTHYTA, a TIPU CIPABEIJIMBOCTU — TTOJAXBavYe-
Ha ¥ pa3BUTA. DBOJIOLIMOHHBIE BHICKA3bIBAaHUS I10-
SIBWJIMCH YK€ y IpeBHerpeuecknx pmiaocodon. OHI
He ObLIU JIOXKHBIMU, HO TEOPHUST SBOJTIOLIUU BO3HUK-
JIa TUIIb ¢ 000CHOBaHUEM ee Beayllero (akropa —
ectecTBeHHOro otoopa. K.C. MepeXXKOBCKOMY yaa-
JIOCh CO3/1aTh TEOPUIO SHAOCUMONO03a, OTIMPASICh HA
COOCTBEHHBIE MMKPOCKOITMYECKIE HAOIONCHUST Hal
XJIOPOIUIACTAMHU AMATOMOBBIX BOIOPOCIICH M HAa 0000-
IIEHUEe HAKOIUICHHBIX paHee cBeleHuii. bbuim mpen-
CTaBJICHBI IOKA3aTeILCTBA IIPOUCXOXKICHMS XJI0POILIa-
CTOB OT IIMAaHOOAKTEepUii Ha OCHOBE CXOICTBA pa3Me-
pPOB, BHYTPEHHETO CTPOCHUSI U OMHAPHOTO NEJICHUS,
WIYIIETO Pa3sHOBPEMEHHO C JeJICHHMEM KIIETOYHBIX
samep. bruto BBemeHO TTOHITHE “CMMONOTeHe3nc”, paB-
HO3HA4YHOE TePMUHY “IHI0cuMOM03”. B KadyecTBe oc-
HOBBI CHMOMOTEHE3HCa IIpeIoKeHa TeOpHsl IBYX Kle-
TOYHBIX IUIA3M, MUKOILIA3MBI M aMeOOILIa3Mbl, TIPe-
BOCXWUTHUBIIAST pasiejieHue XXKMBOIM MaTepuyd Ha JBa
apcTBa, IMpo- 1 3YKapuoToB [1, 2].

Ilepuod nenpusnanus

B 1858 r. “Teopusa mpoucxoxXiaeHus BUIOB...”
Y. HapBuHa cpa3y mocie myoauKalu, He 00X0asICh
0e3 KpUTHUKUA W BO3paXXeHMii, BBI3BaJIa OTPOMHBEIMN
WHTEpeC U BHUMaHue 0uosoroB. [TonoxeHue o ecTe-
CTBEHHOM OTOODE, MOAKPEILIsIEMOe HOBBIMU JaHHBIMU,
3aBOE€BaJI0O MHOXECTBO CTOPOHHUKOB. MTHaue cioxu-
Jlach cynb0a onbIiToB I'. MeHaens, pe3yabTaThl KOTO-
PBIX TIOCJIE OMYOIUKOBaHUS B 1865 T. He MPUBIEKIU
BHUMAaHMUS, a 1aTON POXIEHUS T€eHETUKU CUUTAETCS
1900 r. — rog MOBTOPHOTO OTKPBITUSI MEHEJIEEBCKUX
3akKOHOB. Teopus sHmocum61o3a K.C. MepexKKOBCKO-
ro, onyoaukoBaHHasa B 1905 r., mpoluia nyTh K Bce-
o0IIleMy TIpU3HAHWIO 4Yepe3 JIMTEJbHBIN Iepuo
KpUTHULIM3MA. XOTS CUMOMO03 B KaueCTBE OMOJIoride-
cKoro (peHoMeHa OBII U3BECTEH, MOJIOXKEHUE O 1IN~

aHOOAKTEPUSIX KaK MPapOIUTESIbHUIIAX XJIOPOILIACTOB
MPOTUBOPEYMIIO YTBEPAUBIIUMCSI MPEACTABICHUSIM
O MIpSIMOM TapBMHOBCKOM (pryiMaliiy M I1OCJIeI0Ba-
TEJIbHOM HAKOIUJICHUM BUIOBBIX Pa3IMYUil Ha ITyTU
YCIOXHEHUSI U AUBEPreHUIMU opraHu3MoB. I[Ipouc-
XOXIeHHE BOIIOPOCIIeii-9yKapUOTOB OT CHUHE-3eJIe-
HBIX BOOOpociel (IimaHoOakTepuii), coriacHo u-
JIOTEHETUYECKUM CXeMaM, TpeOOBaJio MPOMEXKYTOY-
Horo 3BeHa B Buje mpaBomopocau (Uralga), mosxe
Ha3BaHHOM GOTaHUYECKUM MUPOM, U MOUCK KOTO-
poii B TaJbHEMIIIEM He ajl pe3yiabTatoB. B Onomorun
He MIPU3HABaJIOCh ITOJIOXKEHNUE O TOM, YTO OJHOKJIE-
TOYHBI OPTaHU3M MOXKET OBITh IPOTJI0YEH, HO JIUIIb
YaCTUYHO TIepeBapeH OpPraHU3MOM-XO3SIMHOM C CO-
3MaHUEM NPUHLMUIIMAIBHO HOBOM BETBU Pa3BUTHUS
Xus3HU. Teopust sHOOCMMONO3a MOJIydana KpUTHYE-
CKH€ 3aMeyaHHUs CO CTOPOHBbI KPYMHEMILNX pOCCUIA-
cKux 61oJ10roB, Takux Kak A.C. @amuHubH, b.M. Ko-
3o0-Tlomguackmit 1 A .M. OnapuH, KOTOphEIe 3aHMMAa-
JIUCh COIIpeaeNbHBIMU BompocamMu. Kputuka Oblia
CTPOT0 Hay4YHOI 1 alleJIJIMPOBajia K HeSICHBIM YacTsIM
TEOpUHU, KOTOPble HE HAXOIWJIN OTKIIMKA B YCTOSIB-
LIUXCS MPENCTABICHUSIX, TAK KaK 9HI0CMMOMO3 CTajl
Ka4eCTBEHHO HOBBIM YPOBHEM ITOHMMAHMUS 3BOJIIO-
LIMM KJIETKU. B MeXmyHapomHo TuTeparype Imyoam-
kauuu K.C. MepeXXKOBCKOIo IMpearouynuTaim He 3a-
Meuath (M3BECTHBIN monyisipu3atop JI. Maprenuc),
6O KpUTHKA OCTaBalach 6e3moKa3aTebHOM. Juc-
KyCCHUU, COITPOBOXIABIINE OTPULIAHUE TEOPUU, TIPO-
JIoJKaJIuch 6oJiee rmoityBeka (cM. [3, 4] ¥ cchLkn).

Bospoicoenue meopuu

OTHoIIeHNEe K TEOPUHM SHIOCUMOMO03a C MOsIBIIE-
HUEM JaHHBIX 3JIEKTPOHHOM MUKPOCKOIIMU U MOJIe-
KyJIsspHOU Onoyiornn B Hadaye 60-x romoB XX Beka
CTajI0 OBICTPO MEHSThCS Ha IIPOTUBONOJIOXHOE. BbI-
JIa BBISIBJIEHA IBOIHas MeMOpaHa XJIOpOILIACTOB, B
Hux oOHapyxkeHa KoiblieBas JIHK, cobcTBeHHBIE
pubocoMbl 1 OmocuHTe3 Oenka. HeckonbKo 1mo3sxke
MOSBUJIMCH TaHHBIE O HAJIMYMU Y MUKPOBOIOPOCIIECHA
TpeX- W YeTbIpeXMeMOpPaHHBIX XJIOPOIJIACTOB, UTO
yke OBbUIO JIETKO MHTEPIIPEeTUPOBATh KaK CJIEICTBUE
BTOPUYHBIX DBOJIIOIIMOHHBIX 3HIOCUMOMO30B (CM.
0030p pabotT Tex jaet [5] u cchiku). B nepuniactua-
HOM IIPOCTPAHCTBE XJIOPOILIACTOB MEXIY TpeTheil 1
YeTBEPTOM MeMOpaHAMHM Yy KPUNTO(PUTOBBIX BOIO-
pocieit u y 3eaeHoil ameobl Chlororachnion ObLIO
HalgeHO peIyLUpOBAHHOE SIIPO IIPOMEXYTOYHOTO
XO3siMHAa, Ha3BaHHOe HyKjieomMopdoM [5]. C Havana
80-x ronoB (peHOMEH cuMOUOTeHe3a, WiIU TOMECTU-
Kallu¥ 1IMaHOOAaKTepHii, CTajl OOIIeIpU3HAHHBIM.
MoJteKynsipHO-0MOIOTUYECKIE JaHHBIC HE OCTaBU-
JIU HU MaJIellInX COMHEHUI B OCYIIECTBUBILIEMCS
sHHocuMOuro3e [6]. 100-1eTre co3maHus TeOpUN ObUIO
OTMEUEHO IIEPEBOAOM OCHOBOIIOJIATAIOIIEH CTaTbUu
K.C. MepexkoBckoro [1], uzmanHoit B 1905r. Ha
HEMELIKOM s3bIKe, Ha aHrauiickuii [7]. B oteue-
CTBEHHOI TUTEepaType 100MIeit Teopruu ObLII OTMEUEH
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onHUM 3cce [8] u nByMs ctaTbsimu |9, 10] K omHOI 13
koTophixX [10] Takke mpuiaraiacs IMOJHBINA pyCcCKUi
MepeBO/I.

IIpoucxoxcoenue syKapuommuoil Kaiemku

DHIOCUMOMO3 XJIOPOILUIACTOB HEOTAEINM OT BO-
mpoca IpoucxoxmnaeHus KiaeTku. [1pu Bozpacre 3eM-
JI1 B 4.6 MJIPI. JIET KJIETOYHAs KU3Hb, COTJIACHO M30-
TOITHOMY COCTaBy YIJIEPOAA B OCAaJOYHBIX IOPOJAX U
MTaHHBIM NAJIEOOMONOTMM U (PUIIOTEHOMMKM, BO3-
Hukia 3.9—3.6 mupa. net tomy Hasaz [11, 12]. K ce-
penuHe XX BeKa BO3HUKIIO IIPOYHOE IIPeACTaBICHIE
0 HaJIMYMU OBYX KIJIETOYHBIX LIAPCTB, IIPOKAPUOT
(GakTepun) M 3yKapUoT (BCEe OCTAIbHBIC OPraHU3MBI).
MoHodueTH4ecKoe IPEeBO C OOIIMM KJIETOUYHBIM
npenkoM, obo3HaueHHBIM Kak “JIVKA” (LUCA, Last
Universal common Ancestor) ObLJIO BOCCO3JaHO B
nurore cpaBHeHUs roMojioruu 16S-pPHK coBpemeH-
HBIX MuUKpoopranmsmosn [13]. LlapcTtBo mpoxapuoT
pacriajoch Ha IoALapcTBa 0aKTepUil 1 apxeil, a Kje-
TOYHAsI CUCTEMa OPraHU3MOB pa3AcIniach HOCJIE I10-
saeiaeaus “JIYKM” Ha Tpn BeTBH, TTOIyYMBIINE HAa3Ba-
Hus1 OakTepuit, apxeit u aykapuortoB (Bacteria, Archea,
Eucaria). ITpoucxoxaeHne 3yKapruoToB, KapaIUHATEHO
OTJIMYAIOIINXCS OT ABYX APYTrUX (OMJI CIIOXKHOCTBIO
CTPOEHUSI, OCTAIOCh HanboJiee TPYIHBIM BOIIPOCOM.

3a mocnegHue ToAbl METareHOMMKA M TEHOMHBIN
aHaJIM3 €AUHUYHBIX KJIETOK BHIBEIU (PMIOTEHOMUKY
Ha HOBBIA 3Tall UCCIEAOBAHUNA KJIETOYHOU 3BOJIIO-
. BISICHWIMCH HIMPOKOE pacIpoCTpaHEHUE ap-
Xel B IPUPOIHBIX 9KOCHCTEMAX U UX CIIOCOOHOCTH K
KOOTIEpaTUBHOI CUHTPOMUM C OAKTEPUSIMU BILIOTh
IO CIUSHUS KJIETOK. bbio HaiimeHa rpymiia acrap-
Iapxeil, OKas3aBIIMXCS B IMpoleccax peIuiMKalluu,
TPAHCKPUTLIAY U TPAHCIISIIUU OJIMXKe K 9yKapuoTam,
yeM K ApyruM apxesMm 1 0aktepusm | 14]. Konuernmsa
LUCA cmenunace npeacraBienueM o LECA (Last
Eukaryotic Common Ancestor), mocjaeaHeM oOllIeM
npenke 3ykaprotoB. LECA Bo3HuK Oiaromapst Cimsi-
HUIO TIPEOKOBOM apXxeOaKTepualbHOM KIIETKM, CTaB-
11Ieii OCHOBOI SIAEPHOIO TeHOMAa, U Ol-OaKTepuabHOMN
KJIeTKM, CTaBlleil mpomuToxoHapueit [15, 16]. Ilo-
9TOMY MUTOXOHApPHUS SIBJISIETCS CTOJb XKE JpeBHEH
KOMIIOHEHTOI 3YKapUOTHOM KJIETKH, KakK U ee SIpo,
a HEMHOTHE M3BECTHBIE B IIpUpPOIe 0€3MUTOXOHIPH -
aJIbHbIE 3YKApPUOTHI-TIPOTUCTHI YTPATUIA MUTOXOH-
JIIpUM BCJIENICTBUE PEAyKIIMOHHON 3Bomouuu [17].
TpexmoMeHHast cxeMa “mpeBa XWU3HU CMEHWIACh
CXEMOIi IBYyX JOMEHOB, B KOTOPOM 3yKapUOThl CTAJIA
BTOPUYHBIM 1IapCcTBOM [16]. JIByXIOMEHHBI ClieHa-
pUii TIOSICHSII HaJIMYKE TEHOMHOTO (SIApO) M DHEpre-
TUYECKOro (MUTOXOHAPHUM) KOMIIAPTMEHTOB Y dyKa-
PUOTHOI KJIETKM, HO OCTaBaJICSI MaJIOTIPUTOAHBIM
IUIST OIMCAHUSI €€ CJIOXHOM BHYTPpHUMEMOpPaHHHOM
OpraHM3aly ¥ aBTOHOMM3aluKM opraHesul. [1poTtuso-
peuusi MOTYT OBITb CHSITHI TIEPBUYHBIM CUHTPOMHBIM
CIIMSIHUAEM C TPETHUM ITAPTHEPOM — O-3yOaKTEPUAIL-
HOM KJIETKOM, TPUBHOCSIICH CBOM META0OJIMIECKHE
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BO3MOXHOCTA M CTaBIIE OCHOBOM 3yKapHMOTHOM
muToIuIa3Mel [18]. XoTs B IepBUYHOM apXeMHO-0aK-
TepuajlbHOM COOOIIIECTBE ObLJIM BCE YCIOBUS U IS
CUHTpO®dUU, U IS MapajjieIbHOTO NepeHoca reHoB,
peanu3anus MogoOHBIX COOBITUI OblTa KpaiiHe Ma-
JIOBEPOSITHOI, M OT BpEMEHU BO3HUKHOBEHUS XKU3HU
JIO TIOSIBJIEHUS TIEPBbIX 9YKapUOTOB MPOLIJIO HE Me-
Hee 1.5 mupa. ner.

9Hepeemu%ecxue 603MONUCHOCMU
MUKDPOOPSAHU3MOE

HcrouynukamMu »>HEpPIuM I BCEX KIIETOUYHBIX
¢GopM SIBISIOTCSI IIPOLIECCH XeMOaBTO-, (DOTOABTO- U
opraHotrpoguu. XeMo0aBTOTpO(dHUSI OCHOBaHA Ha
HanboJjiee IIPOCTHIX OKUCIUTEIBHBIX IIpolieccax M,
o obIIeMy MHEHUIO, MOSIBUJIACh paHee (pOTOaBTO-
Tpoduur, a opraHoTpodbl BOZHUKIIM C TTOJyYEHUEM
BO3MOXKHOCTH OKUCJISITh HAKOIUIEHHYIO OpPraHUuKY
[19, 20]. ®oTocuHTE3 BO3HUK TOJBKO B ¢huie Bacte-
ria. [TockonbKy TIepBrnyHast atMocdepa 3eMII OblITa
OECKUCIIOPOIHON WIM MaJIOKMCIOPOOHOM, TEpPBHIC
¢GOTOCHMHTE3UPYIOIIE OPraHU3Mbl OBUIM aHAa3po0a-
mu [21]. 1T 13 1IeCTH M3BECTHBIX IPYIIT (hOTOOAK-
Tepuii (3eJeHble HUTYATBIC, 3€JCHBIE OJHOKJIETOY-
HbIE U 3eJIeHbIE CEpHbIe OAaKTepUM, a TAKXKE ITypIyp-
HbIE U TeJIMO0aKTEPUN) SIBISTIOTCS aHOKCUTEeHaMU, U
JIMIIIb OJlHA TpYyIMIia, lIlMaHOOAaKTepuu, CcTajda OKCH-
reHHbIMU (poTocuHTeTHKaMu [19]. Bpemst ux mosisie-
HUSI, COIJIACHO BO3PaCTy IMMETWITOIIAHOB — IPEBHE -
X CJIAHLIEBBIX OMOMAapKepoB LIMAHOOAKTEpUil — U
BO3pacTy LMaHOOAKTEpHUAJIbHBIX CTPOMATOJIUTOB,
oleHMBaeTcs1 B 2.5—2.7 mMipn. jer; 6ojiee IpeBHUE
TUIACThl MUKPOMOCCUINI OTHOCSIT K 3eJIeHbIM OaKTe-
pusiMm-aHaspobawm [20, 21].

DHAOCUMONO3 XJIOPOIJIACTOB MOT TIPOU30UTH
TOJBKO TTocjie GOpMUPOBAHUS MUTOXOHAPUIA. Beinr-
PBILI OT 3HAOCUMOM03a IJIT 00OUX ITApPTHEPOB SIBJISI-
eTcsa oueBUAHBIM. IIporinoyeHHass 1IMaHOOAKTEpPUS
CMOTJIa yJIaBIUBaTh U3 LIUTOMIAa3Mbl KJIETKU-XO351M-
Ha 9aCTb YIJIEKUCJIOTHI, IIPOIAYLIIPYEMO MHUTOXOH-
IpUSIMU, a MUTOXOHIPUM MOJIyYaId BbIICISICMBIN
npu (GOTOCHMHTE3¢ KHMCIOpOoA. MUTOXOHAPUM, WC-
noJib3yst O,, CIOcOOCTBOBAIN BEXKMBAHUIO ITPO3YKa-
PHMOTOB, YTO CTaJIO aKTYaJbHBIM MOCJIE CIYyYUBIICICS
B omocoepe 2.45 mupn. et Hazan “KucimopomHoit
katactpodsl” (Great oxidation event), cozmaHHOI
nraHobakTepusIMu [22]. U30BITOYHBII B MaJI0a3pod-
HOM KJIeTouHO# mToruiame O, MOT MPUBOAUTD K MO-
SIBJICHUIO aKTUBHBIX hopM Kuciaopona (ADPK) u okuc-
JIMTEILHBIM TTOBPEXACHUSIM. XJIOpOIJIaCTaAMU OBLIN
BbIpaOOTaHbl pa3iudHble (POPMBI HEWTpaIu3auu
A®K, 6naromapst yeMy TpoiiHasl cucTeMa XJIoporia-
CTBI—IIMTO30JIb—MUTOXOHAPUU OKa3ajlach yCTOMYM-
BO#1 (hOpPMOI CyIIIeCTBOBAHUSI.
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Dopmuposanue gpomocunmesa
U cmpoenue nUeMeHmHo20 annapama

Bce doTOCMHTETMKM MMEIOT OOIIME NPUHLIMIIBI
CTPOEHUSI MUTMEHTHOTO amIiapara, B COCTaB KOTOPO-
ro BXOIAT peakunoHHbIN 1ieHTp (PLIL), roe nmpoucxo-
IWT IepBUYHOE pa3aecHNe 3apsaaa, IMIMeHTHAasI aH-
TeHHa, cHabxarontasgs PlLl sHeprueil IOrIomeHHBIX
CBETOBBLIX KBAaHTOB, U 1IeTb MEpPeHOCA 3JIEKTPOHA K
KOHEUYHBIM akiuenTopaM. IlepBoHavanbHbiii PLI Bo3-
HHUK Y aHOKCUTSHHBIX (POTOOAKTEPHIL 1 3aTEM pa3ie-
Juiacsa Ha nBa tumna: B PII tuma I Bo30yXaeHHBIH
BJIEKTPOH cTabwim3upyercst ¢ ydactueM Fe/S-11eH-
TpoB, a B PLI Tuna Il — ¢ yuactueM beoputriH/XuHOH-
HoOro KjacTtepa. Kaxknast rpymnia aHOKCUTeHHBIX (hoTo-
CHMHTETHKOB PacIIojlaracT TOJIbKO OTHUM U3 BApUAHTOB
PII. ®dyHgaMeHTAJIbHBIM OTJIMYMEM ILMaHOOAKTe-
puii cIyXUT oobenuHeHUEe B KieTke nByx PLI, mepe-
nMeHoBaHHEIX B PLI dorocucremsr I (OC 1) u dpo-
tocuctemsl 11 (PC II) (puc. 1). CymmecTByeT HECKOIb-
KO BO3MOXHBIX CIIEHapueB 3Toro apomMopdosa,
KOTOpBIE XAYT HAJbHEHMIIEro paccMoTpeHMs [23].
buonornyeckuii mporpecc OKCUTreHHBIX (DOTOCHUHTE-
THUKOB CBSI3aH C MOSIBUBLIIEICSI CITTOCOOHOCTBIO (DOTO-
pa3ioXeHUs BOABI, CTaBIIel JOHOPOM 3JIeKTPOHOB B
Mn-conepxaniem 6eakoBoM kiacrepe OC II. Llens
TepeHoca 3JIeKTpoHa Obljla yHacJiefoBaHa BceMU Go-
TOCUHTETUKAMU OT paHee IOSBUBIINXCS XeMOaBTO-
tpocdoB [19, 20]. OcHOBHBIM MUTMEHTOM (POTOCHH-
Te3a y HUaHOOAKTepUil U BCeX 3YKAPUOTHBIX TLIACTHU/I
cran xjopoduit a. IlurMeHTaMu aHTEHHBI, YBEJIM-
YMBAIOIIIE CBETOIIOINIONICHNE, B IIMAHOOAKTEPMSIX
cJIy>kaT (pMKOOWJIMIIPOTEUHBI, COOpaHHBIE B (PUKOOM-
JIMCOMBI [24] 1 3aMeHeHHbIE Y OOJIBIIMHCTBA (DOTOCHH-
TEe3UPYIOLINX 3YKaprUOTOB Ha XJIopodhwu1 a/b 1im XJio-
podWILT a/c-conepKaiire KOMIUIEKCHI [25].

Qurxoburunst u O, 6 Kauecmae MapKepos I6040UUU
OKCUEHH020 (homocurmesa

XiopodMUIBI M B MEHBIIIEH cTerieHu (PUKOOMIN -
Hbl MOTJIM Obl CTaTh MPEKPACHBIMU MMUTMEHTHBIMU
MapKepaMu XpOHOJIOTUM (POTOCUHTE3a, HO TTPOAYK-
Thl UX KaTaboJMU3Ma HE COXPAHSIOTCS B OCallOYHBIX
ropoxax 6osee 10 MuH. et [26]. Bmecte ¢ Tem, cy-
ILIECTBYET U3BECTHOE TMOJIOXKEHUE O TOM, UTO “mociie-
JIOBaTEJIbHOCTh peaklMidi OUOCUHTE3a MUTMEHTOB
MOXET SIBJSITBCS PEKAMUTYISIIUENH 3BOJIFOLIMOHHBIX
coObITUii” [27], 9TO B citydae OMoreHe3a (PUKOOMII-
HOB TIPEIOCTABISIET BO3MOXHOCTh BaXXHBIX yMO3a-
KJIIOUeHU. ¥ (UKOOUIMHOB KaK XpoMO(OpPOB IMUr-
MEHTHOI aHTEeHHbI LIMaHOOAKTepUii 11eNb OMOCUHTE3a
BIUIOTH 0 0Opa3oBaHUs IMpoToremMa, oopas3yloliero-
cs1 u3 mporonopdupurHa X 6y1aromapst BCTaBKE B TET-
panupposibHOE KOJIbIIO aToMa XeJjie3a, COBIalaeT C
nyTeM OuocuHTe3a TeMoB. KimodeBoit peakiueit
CUHTe3a OWJIMHOB SIBJISIETCS] OOpaTHasi peaklus yaa-
JIEHUsI CTaBIIEro HeHyXHbIM Fe?'| mpoucxonsmas
OQHOBPEMEHHO C pa3MbIKaHUEM CO3IaHHOI Tepen
TEM KOJBIIEBOM MOJIEKYISIPHOM CTPYKTYpPHI 1 TPeOy-

fo11as yyactus Tpex mojiekyia O, [28]. [IpuodpereH-
HOE 3KeIe30 TepsieTCsl BHOBb (pHUC. 2), UTO CIYXKUT
yKazaHHeM Ha TO, YTO TeéMbl KaK aTpuOyT LIUTOXPO-
MOB B BJIEKTPOH-TPAHCIIOPTHBIX LETSIX Y XeMOCUHTE -
THKOB M B IbIXaTeJbHOM LI MUTOXOHIPUI TTOSIBU-
JIUCh paHee aHTEHHbIX MUTMEHTOB (QOTOCHHTE3A.
YuacTre KUCIIopoJa B MOSIBUBIIENCS peakKu 610~
CUHTE3a TaKXe CBUACTEIBbCTBYET, YTO K 3TOMY MO-
MEHTY yXe CYIIECTBOBaJla OKCUTeHAIIUsI aTMOC(epbl
3a CUET AEATEIbHOCTH IMPOTOLMAHOOAKTEpUi, elle
He TproOpeTIINX (GUKOOMIUTTPOTEMHOBYIO AaHTCHHY.
AHAaJIOTMYHO, B peaKlMU TUAPOKCUIMPOBAHUS XJIO-
podmwumaa a B xaopoduuing b UCIOIb3yeTCsl KIC-
JIOpOJ, yKa3bIBasl Ha 6oJiee TMo3aHee BOSHUKHOBEHIE
nociaeaHero [29].

INEPBUYHBIN, BTOPUYHbIN
Y TPETUYHBIA SHAOCUMBUO3bI

Ocobennocmu gunoeenuu U cucmemamuxu
npomucm u MUKpo8ooopocieii

OIHOKJIETOYHbIE 3YKapUOThI HOCST O0l1Iee Ha3Ba-
HUE MPOTUCT. Bo3HMKAaeT BOIPOC O YUCTIE U TTOCTIEN0-
BaTEJIbHOCTU SHAOCUMOMO30B, B PE3yJbTaTe KOTOPBIX
cpelu OIHOKJIETOUHBIX OpraHu3MoB cchopMUpoBa-
Jmch Mukposogopociau [30, 31]. dunoreHust U cu-
cTeMaThKa MPOTUCT KaK HaXoAsIIuecs y KOpHei 3y-
KapuOTHOTO JpeBa XKU3HU aKTMBHO Pa3BUMBAIOTCS.
Ha cmeny mH(GOpManMOHHBIM OIpaHUYEHUSIM CH-
kBeHca 16S pPHK npuxonar cBegeHust 0 MEPBUYHOIM
CTPYKTYp€ NOJHOSAECPHBIX T HOMOB, 0 cukBeHce JIHK
WHAUBUIYATIbHBIX KJIETOK U O METATEHOMHBIX HCCIIe-
JIOBaHUSIX, KOTOpbI€ TTO3BOJISIIOT BBIACIUTH HOBBIC
TaKCOHbI U CUCTEMATUYECKME KaTErOpMU OPraHu3MOB,
He yKJiaJblBalolllMecs B paMKH MPEeXHUX Kilaccubu-
Kauuit (13 Tunos npotuct — [32]). B MmonekynsipHO-
Ouosiornueckoit cucremMatuke GOpPMUPYIOTCS Cy-
TePTPyIIILI, KaK HarpuMep cBepxTakcoH SAR, o0benn-
HSIIOIIMIA OOJIMTaTHBIX TTApa3UTOB, CBOOOIHBIX reTepo-
TpooB u ¢oroaBToTpodHBIC BUIKI [33]. Jpyrue eie
HEIaBHO CYIIIECTBOBABIIMWE CYIEPTPYMIIbl, TaKue,
Kak HanpuMep, Chromalveolata, monpa3znenasitoTcst Ha
otnenbHble bl [34]. CoBpeMeHHas IIPOTUCTOJIO-
TSl U ajlbTOJIOTHs, T€ YYUTHIBAIOTCS TaKWe€ BUIbI,
KaK MaJIIpUAHBIA TU1a3MOIUM, YTPATUBIIUKA XJIOPO-
IUIaCThl U CTaBIIMU MHGMEKIIMOHHBIM BO30yIUTEIEM,
OKa3bIBAIOTCS B3aMMOCBSI3aHHBIMM HayKaMu. Bax-
HYIO POJIb B KJIacCU(PUKAIIMU BOJOPOCIEBBIX TAKCO-
HOB UI'paeT MOHUMaHUe, YTO DBOJIOLMS XJIOpOTLja-
CTOB U 3BOJTIOLIMS KJIETOK-X0351€B 00J1aat0T 3HAUUTEb-
HOIT caMocTosITeTbHOCThIO [35]. BO3HUKAIOT HOBbIE U
MO-TIpEXKHEMY MCIOJIb3YIOTCSI CTapble HAaMEHOBaHMS
CUCTEMATUUYECKUX TPYMIT U X CHHOHUMBI. XapaKTepeH
HeOoJIbIIoNi (22 BUIa) OTAEN TJTayKOMUTOBBIX BOJIO-
pociieii, B YbeM Ha3BaHWU MCMOJIb3YIOTCSI CUHOHU-
MBI: TJIayKOMUTHI, TJIAYIHUCTOKOMUTHI, TPEKO-TaTHH-
ckuii TepmuH Glaucophyta, nwian Glaucophyceae, u
COBMECTHOE C KPacHbIMU BOIOPOCJSIMU Ha3BaHUE
nonnapctBa Biliphyta. Kputepun nmoctpoeHHns 3BO-
®UBNOJIOTUS PACTEHUN Ne 1
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IIpenxoBbie MPpOKapHUOTHBIE I1penkoBbie mpoKapuOTHEIE

dorobaxrepun, conepxarue @C 1 dorobakTepun, cogepxamiue OC 11

N\ /

OObenrMHeHNe B TUJIaKOMIaX KJIETKHU
DOCIudCII

U ITOABJIICHUEC OKCUTCHHOTIO (I)OTOCI/IHTSSEI

!

IlnaHoOakTepuu ¢ MOJTHOLEHHBIM
MUTMEHTHBIM aIlllapaToM, B KOTOPOM K
DOCITudCII

no6asminach ®BC-aHTeHHa

v/ N\

bokoBbie BeTBU 1IMaHOOAKTEepUi,
N COBMECTHO WJIW Pa3aebHO COAePXKAIIINX
uaHob6akTepuii, conepxanmx OC I, ®C 11 P D
B KJIeTKe XJ1 d v XJ1 f 1 4acThb

u X1 a/b-nipoTerH, 3aMeHUBILIMIA
(UKOOUIUITPOTEUNHOBBIX ITUTMEHTOB U3
DOBC-aHTeHHY
cocraBa PBC

bokoBast BeTBb MpoXJ10pODUTHBIX

N

Ilnano6akrepus u3 pona Gloeomargarita LInano6akrepus u3 pona Synechococcus
IlepBuuHBIE XJIOPOILIACTHI aPXETLIACTHU/I [NepBuunsbie xyoporuiactel Paulinella

Puc. 1. Cxema ¢popMupoBaHMsI TUTMEHTHOTIO aniiapata OKCUTeHHOTO (pOTOCHMHTEe3a Yy IMaHOOAKTepHil, OTpaxkaloliasi O0beIn-
Henue B kietke @C [ u OC I u HaMure TPOMEXYTOUHOM KJIETOYHOU (hOpPMBI B BUIIC HE MMEIOIINX aHTEHHBI TTPOTOITU-
aHobaktepuii. [TosiBnenue pukodmwincom (PBC) y nuaHobGakTepuii, JaBIIMX HAYaI0 apXerlaCTUIHBIM XJloporuiactaMm. bo-
KOBBIE BETBU COBPEMEHHBIX IIMaHOOaKTepuii, cogepxariue Xi b, X d unu XJ1 f 1 4aCTUYHO WU TTOJTHOCTHIO yTpaTuBiue (pu-
KOOMJITMCOMBI.

®U3NOJOTUI PACTEHUM  Ttom 68 Nel 2021
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[Tpotorem IX

I'mapokcurem IX

+ CO + Fe?*

bunusepnun [Xao

Puc. 2. KimioueBast peakiiust METaO0OJIMIECKOTO ITyTH CUHTe3a (MKOOMIMHOB, YKa3bIBalollas Ha HaIn4re B Onocdepe MoJIeKy-
JISIPHOTO KUCJIOPOJIa M TEMOB KaK YYaCTHUKOB LIETH MepeHoca JIEKTPOHOB KO BPEMEHU €€ DBOJIIOLIMOHHOTO (hOPMUPOBAHMSI.
TTokazaHbl pa3mbiKaHue chOPMUPOBAHHOM paHee KOJbLEBOM TETPAMPPOIbHON CTPYKTYPHI, yIaJeHUe F'eMOBOTO Xejie3a 1
NIByX3TallHas Ae30KCUTeHalus ¢ yaajleHueM Tpex Mosekyn O, (M — metui, P — nponuonun u V — BUHWIL; CM. TEKCT).

JIIOLMOHHBIX IPEB, B CUCTEMATHKE TIPO- U 3YKApHOTOB,
B KJIaCCUYECKOI OOTaHUKE, B aJIbrOJIOTUU U IMPOTUCTO-
JIOTWH, B 3aBUCUMOCTU OT KJIaCCU(PUKALIMOHHBIX ITO/I-
XOZIOB 3aYacTylO He COBMNAIaoT. B MexXnyHapomHoi au-
TepaType NPUMEHSIIOTCS KaK JIATUHCKYE, TaK U aHTJINI -
CKU€ Ha3BaHUsI TAKCOHOB, KOTOPhIE HAUMHAIOTCS KaK C
MPOIUCHBIX, TaK Y C 3aryIaBHBIX OYKB (HAIpuMep, rar-
ToduToBBIe Bomopocsu: Haptophyta, niu haptophytes).
HanGonee KOppeKTHBIM MpPEACTABISIETCS IPUMEHE-
HHMEe MEXIyHapOoIHOTo KojJa HOMEHKIIaTypHL: “Inter-
national Code of Nomenclature for Algae, Fungi and
Plants”, 2018.

Membpaunas cucmema xa10ponaacmoeé
y apxenaacmud (Archaeplastida)

BeccriopHble coBageHus B MeMOpaHHOM CTPOSHUU
MaHOOAKTepHAIbHOM KJIETKHM C XJIOPOIUIaCTaMHU 3eJIe-
HBIX BOOOPOC/CH M BBICIIIMX PAaCTEHWI BBISIBJICHBI OJ1a-
romapsli 3JeKTpOHHOII MuKpockonuu. I'pamorpuia-
TeJIbHAsI KJIeTKa LIMaHOOAKTEepUHM, 00JIamaloniasi JByMsI
Hapy>KHBIMA MEeMOpaHaMM U MEKMEMOpPaHHBIM CJIOEM
MeNTUIOTIMKaHa, TIpeBpalllacTcsl B IByMeMOpaHHBII
xyioporuiact (puc. 3). 3a cueT NulleBapUTEIbHON Ba-
KYyOJIM XO3sIMHA YMCJIO MeMOpaH mpu (arommrose
JIOJIDKHO CTaTh paBHBIM TPeM, U, CJeA0BaTeIbHO, O~
Ha 13 MeMOpaH OKa3bkIBaeTCs yTpauyeHHOM. Pemykimsa
MeMOpaHbl, OYEBUIHO, YMEHBIIIAET YMCIO IIPEHsT-
CTBUIi1 IS TpAaHCMEMOPAHHOTO TPpaHCIIOPTa MeTabo-
JuTOB. bmaromaps pa3auyuio JUIIMOHOTO COCTaB
MeMOpaH y IIpo- M 3yKapHOTOB OBLIO BLISCHEHO, YTO
rcye3aeT MeMOpaHa Bakyoiu [36].

Kpome 3eneHBIX BOgopoCieit 1 MPOUCIIEAIINX OT
HUX BBICIIMX PACTEHUM, XJIOPOIUIACTBI C JBOMHOI
MeMOpaHOII HaliIeHBI Y KPACHBIX U IMayKO(GUTOBEIX
BOIOPOCIIE, 00beAMHEHHBIX B TPYIILY apXeTIacTUI
(Archaeplastida). Y rmaykodut Ha cTpoMajbHOM Mo-
BEPXHOCTU TWJIAKOWIOB, KaK M y LIMaHOOAKTepUii,
HaxomgaTcsl (PUKOOMIMCOMBI, XJIOPOIUTIACTHI COXPAHSIIOT
MeXMeMOpaHHBIN MEeNTUAOTINKAH. ¥ KpacHBIX BO-
JIopocieit (pUKOOMINCOMEL U CTPOSHHE TUIAKOUIOB
COXpaHSIETCs, HO McYe3aeT NEeNTUAOIIMKAHOBBIM CI0M

MeXIy MeMOpaHaMM. Y 3eJIeHBIX BOIOPOCIIeii B XJI0pO-
TUlacTax Mcuye3aroT (PUKOOMIMCOMBI, YBEIUYMBAETCS
YHCJIO TWJIAKOMIOB M YMEHBIIIAETCS MEXTUIAKOUIHOE
npocTpaHCcTBO. BMecto (DUKOOMIMCOM TUITAKOUIIBI
conepxat XJ1 a/b-pOTenH U pa3nelisiioTCsl Ha CTOII-
KA TpaH U YIJUHEHHBIC TUJIAKOUIHBIE MEeMOpaHBI
cTpoMbl (puc. 3).

MoteKyasipHO-(pUIOTeHETUYECKE MCCIIenOBa-
HUS TI0KA3aJIM, YTO BCE TPY PA3HOBUIHOCTH XJIOPOILIA-
CTOB MMEIOT MOHO(MJIETUIECKOE ITPOMCXOXICHMUE: 1X
PONOHAYAILHUKOM OKAa3aJICS IIPEAKOBBIA BUI U3 IIU-
aHoOaKTepUaIbHOM Kilanbl, BO3HUKIIEH 2.1 MIpm.
JIET Ha3al, U POACTBEHHBII HBIHE KUBYILIAM IIPUMU-
TUBHBIM LIMaHOGakTepusiM Gloeomargarita [36]. OkoJo
1.9 miipa. net Ha3ang G6arogapsi SHIOCUMOMO3Y, BEpO-
SITHEE BCEro, CO XTYTMKOBBIM 3YKapHOTOM BO3HUK
001IMit aBTOTPO(HBII IPEIOK, KOTOPHIM IT0OKA HE I10-
JIyYWJI CBOETO Ha3BaHUSI. DTOT MEPBBIM 3yKapHOT-
HBII1 CTBOJI apXeIUIaCTUAHOIO ApeBa MOABEPICS pa3-
HOBPEMEHHOI NUBEPIeHIMU HAa TPU BETBU, ITOJIy-
YUBIIKWE Ha3BaHUE CUHEN (IJ1ayKoguThl), KpacHOM
(OarpstHKM) U 3eJieHOoI (3eJIeHbIe BOJOPOCIN) TUHUMA
(puc. 4). IIpumepHO (pa3dpoC CPOKOB COCTABISIET
200 murH. 71eT) 1.7 Mutpa. JIeT Hazam BO3HUKIIM IIayKo(u-
THI, cirycTs eme 400—100 MITH. JIeT — IPUMUTUBHBIE OJI-
HOKJIETOYHbIE OarpsiHKU, 1, HAKOHel, 1.1. Miipa. et Ha-
3a11 — 3eJieHble Bomopociu [36]. Emre yepes 600 MiIH. JieT
OT CHEIUISTHKOBBIX BOAOPOCJIEi, COXpaHUB CBOICTBA
XJIOPOTIJIACTOB 3€JICHOM JIMHUM, BO3HUKIIM BBHICIIINE
pactenus [37]. Tpu nepeynciieHHbIE TPYIIILI BOOO-
pocieii ObIIM Ha3BaHbI apxeruiactTugamMu. Hecmotps
Ha 3HAYUTEJIbHBINA 3BOJIIOIUOHHBIN BO3pacT BCe TPU
TaKCOHa BMECTE C ITaHOOAKTEPUSIMU COXPAHWIIMCH 10
HACTOSIIEro BpeMeHU. JIMIIb 3HAYUTEILHO IIO3KE,
140—100 maH. €T Ha3ald, NepBUYHBIN 3HIOCUMONO3
¢ LMaHoOakTepueii u3 poaa Synechoccus, Ipor301IEIT
BHOBbB, JaB (POTOCHMHTE3UPYIOIINX amed pona Pauli-
nella [38].

DOU3BNOJIOTUA PACTEHUN Ne 1

TOM 68 2021



SHAOCUMBUOTUYECKOE IMPONCXOXIEHUE XJIOPOITJIACTOB 9

Imaykoduter

BHeuHsist
MeMOpaHa

Xnoporutact

barpsHku

XJtopoduTHI

Tunakouasl

MurtoxoHapust

Puc. 3. Tpu Tuna apxeruiacCTUIHbIX IByMEMOpPaHHBIX XJIOPOILIACTOB. Y M1ayKO(UTOBBIX BOAOPOCIICH B XJIOPOILIACTAX COXpa-
HUJIUCHh (PUKOOWIMCOMBI M MENTUIOTIMKAHOBBIN CJI0i, HAXOAUBIIUHACS MEXIy ABYMs MeMOpaHaMM IIMaHOOAKTepHaIbHOMN
KJIETKH, KOTOpPbIE CTajli IBOMHOI MeMOpaHoil xjioporuiacta. barpsiHku (KpacHble BOJOPOCIIN): COXPAaHWIM B XJIOpOILIacTax
(hrKOOMIMCOMBI, HO CJIOM MENTUAOIIMKAHA OKa3aJICsl SJIMMMUHUPOBAHHBIM. Y XJIOPOGUTHBIX BOIOPOC/E B XJIOPOIUIACTax
yTpayeHbl (GMKOOUIMCOMBI, YTEPSIH NMETUAONIMKAHOBBIN CJIOM, Cpeay TUIAKOUIOB ChOPMUPOBAIUCH TPAaHbl 1 YMEHBIIUIIOCH

MEXTUIAKOUIHOE ITPOCTPAHCTBO.

Bmopuunbtii s3Hdocumbuo3

JIByMeMOpaHHEBIE XJIOPOILIACTHI apXeIIaCTUIHBIX
BOJIOPOCJIEH TTOIYYWIM Ha3BaHUE IIepBUYHBIX. ISt nx
9BOJIIOLIMOHHOTO TPOMCXOXKACHUST CITpaBeIMBO IIpa-
BUJIO: OVH LIMaHOOAKTEPUATBHBII ITPEAIICCTBEHHUK 1
TP pa3HbIC TPYIITH 9YKApUOT, CTABIINX XO3seBaMU
XJIOpOMJIacToB. [IpucyTcTBUEe XJIOPOIJIACTOB C Ue-
TBIPEMSI MeMOpaHaMH y APYTUX MUKPOBOZOPOCIEH
OOBSICHSIETCSI DHAOCUMOMO30M C apXeIuiacTuIaMU 1
coxpaHeHHueM nocJie (GarouTosa Ijia3MaieMMbl aB-
TOTpOo(hbHOrO 3yKapruoTa BMecTe C (ParocoMaJbHOM
MeMOpaHoii BTOpMYHOIro xo3simHa [39]. Dykapuor-
Hasl KJIETKAa MOA00HA MaTpellKe, Y KOTOPOil BHYTPU
HAXOOUTCS apXeIUIaCTUAHBIN CUMOMOHT, a B HEM — €TI0
xnaoporuiacT. IlogoOHBIe MaacTuAbl Ha3BaHBI KOM-
IJIEKCHBIMUA, a 3HIOCHMMOMO3 Ha3bIBaeTCsI BTOPUY-
HBIM. B 3BoJIIOIIMM BO3HMKIIA BO3MOXHOCTh BBIOOpA
MEXIy TpeMsI apXeIuIaCTUOHBIMU JIMHUSIMU. [1ayko-
¢GuTHI, HeCcylIye XITYTUKM, HEe Jadyd 3BOJIOLIMOHHOTO
YCIOXKHEHUS XJIOPOIIacToB. BropmuHEbIil 3HIOCUMON-
03 UMeEJI MECTO B ABYX JIMHUSIX, UAYIIUX OT IIPEAKOBBIX
3eJICHBIX 1 KpaCHBIX MUKPOBOAOpOCIeii. B 3eneHoi m-
HUM BO3HUKIIM ABE HOBBIE Ikl 3BIJIeHOBEIE (Eugle-
nophyta) m xmopopaxuuoduroBsie (Chlorarach-
niopyta) Bomopocau. B KpacHOI JuMHUM OarpsHKU
MOCTYKWJIN XJIOpOIIacTaMU Pa3HOOOpa3HBIM TPYII-
naM npoTucTtoB (cM. [35, 40] u ccouiku). Ha puc. 4
MpeacTaBJIeHbBl HanboJiee U3BECTHhIE (DMIIBI BTOPUY-
HOM KpacHOM JIMHUHU, K KOTOPBIM OTHOCSITCSI KPUTITO-
¢uTHI, TanTOMUTHI, TUHOMIATSIIIATEI W OOIIMpHAas
CyIeprpyrna reTepoKoHT, OObeIMHMBIIAS B ceOe 1~
aTOMOBBIE, OyphbIE, KENITO-3eJIeHbIE, 30JIOTUCTBIE BO-
IIOPOCJIM X HEKOTOPHIE IPYTrue (PIUTHI.
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¥ yacTy KOMIUIEKCHBIX IJIACTUIL CYIIIECTBYIOT JIIO-
OOMBITHEIE OCOOCHHOCTH, HETIOCPEACTBEHHO BBITEKA-
fo11re u3 (peHoMeHa 3HA0CMMOM03a. XJIOPOILIaCThI IB-
IJIEHOBBIX BOTOpOCe 1 TMHOMIATeIUISIT CTaId TPeX-
MeMOpaHHBIMU Oyaromaps penyKIWHW Hapy:KHOM,
YeTBEepTOM MeMOpaHbI [6], YTO paccMaTpPUBAETCsI KaK
IPOTPECCUBHBIN IIPU3HAK, OOJIErYalolIuii TpaHC-
MeMOpaHHBIN TPaHCIIOPT aACCUMWISTOB. Y XJIOPO-
PaxHUO(MUTOBBIX U KPUNTOMUTOBBIX BOIOPOCIEii B
NEePUIIACTUIHOM IIPOCTPAHCTBE IUIACTUL MEXIY
BTOPOM M TpeTheil MeEMOpaHAMM HAaXOTUTCS HYKJICO-
Mop(d — ocTaTOYHOE AP0 C peAyLIMPOBAHHBIMU XPOMO-
COMaMM, OCTaBIIMMMUCS OT IPOMEXYTOUYHOTO 3yKapu-
OTHOTO XO03gdMHA. B 000mx ciydassx B HyKIeoMopde
OCTaJIOCh TTO TPU MAJIOUKOBUIHBIE XpPOMOCOMBI. Tak
KaK HYKJIEOMOP(]BI ABYX IPYIII BEAYyT HAYaI0 OT pa3-
HBIX JIUHUM, KpACHOM U 3€JIEHOI, OHU SIBJISIIOTCS UH-
TE€PECHBIM ITPUMEPOM SBOJIIOLIMOHHOTO MapaJijie/IM3Ma.
IluTonornyeckoe BHISIBIIEHME HyKIeOoMOP(dOB u
JHK-cnkBeHCB TpWHAmICKAIINX WM XPOMOCOM
MPEIOCTABIISIIOT YOeAUTeIbHbIE TO0Ka3aTeIbCTBA BTO-
PUYHOIO 3HIOCUMOMO3a |5, 41].

IToueMy B IpOOOKEHUE SBOJIOLMU ITPOTUCTHI
npuodOpeTaan KOMIUIEKCHBIE XJIOPOIUIACTEI BMECTO
HOBBIX BapMaHTOB IIEPBUYHOro CcuUMOMO3a C IIU-
aHoOakTepusiMu? Bomopocian ¢ KOMIUIEKCHBIMU
XJIOpOIUIaCTaMM IIOSBIJIMCh 3HAYUTEIBLHO II033Ke
apXeIutacTu, YCIEeBIIUX MIPOUTU IIUTEIbHBIN MyTh
3BOJIIOLIMN, 32 BpeMsI KOTOPOTro chopMUPOBaICs pe-
OYLUUPOBAHHBII M MPUCIOCOOJIECHHBIN K B3aUMOIEHi-
CTBUIO C 3yKapHUOTHBIM SIIpoM xJioporuiact. HecMmoTps
Ha YCJIOXXHEHHYI0O MEMOpaHHYIO CHUCTeMYy, KaK HHU
CTPaHHO 3TO BBIIJISIAWUT BHEIIHE, BTOPUYHBIN 3HIO-
CUMOMO3 MOT OCYIIIECTBISITECSI OBICTPEE U MPOIIIES, YEM
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ILlnanob6akrepun
dBC

IlepBuYHEIIT 5HIOCUMONO3

¥

[TepBrIit HOTOCUHTE3UPYIONINIA 3YKapUOT

' | N\

3esneHble KpacHblie
I'maykoduthr
BOJOPOCIU BOJOPOCIIU ®BC
X1 a/b-npoTenH dBC
| BropuuHsblit 3HIOCUMOMO3
JIBa BTOPUYHbBIX SHIOCUMOMO3a B KPaCHOI JIMHUY XJIOPOTLTACTOB
B 3€JICHOM JIMHUU XJIOPOIIJIACTOB
l l OO01IMii MpeaIecTBeHHUK
DBIIeHOMUTHI XiopopaxHUOGUTHI
X7 a/b-npoTenH X7 a/b-npoTenH
I'eTrepoKOHTHI
Kpunrodutsr L (Bypeie, muaromen, JuHodareuisiThl
anTOMUTHI 30JIOTUCTBIE
X1 a/c-nipoTerH, Xon ® ’ X7 a/c-nipoTevH
B e — a/c-mpoTeuH XKEJNTO-3eJIeHbIC)
X1 a/c-nipoteuH

Hepeﬂaqa XJIOPOTLJIACTOB TpeTI/I‘{HLII'/’I 3HI[OCI/IM6I/103

C yTpaToii COOCTBEHHBIX
XJIOPOTLIIACTOB

,HI/IHO(DIIEII"CJ'[J'IHTBI C Uy>KMMU XJIOpOoItacTaMn

Puc. 4. Cxema nepBUYHOI0, BTOPUYHOIO U TPETUYHOT'O SHAOCMMOUO30B XJIOPOILIACTOB B OCHOBHBIX TAKCOHAX MUKPOBOIOPOC-
sieit. O603Ha4YeHbl AHTEHHBIE TUTMEHT-0€JIKOBbIe KOMITJIEKCHI 3€JIEHOM, CUHEeW 1 KPacHOM JIMHUM apXeriaTuI.

MEePBUYHBIN. BoJblIOe YMCI0 BO3ZHUKIINX BOIOPOC-
JIEBBIX TaKCOHOB (puC. 4) 1 TMBEPICHTHOE PaCIIPO-
cTpaHeHue (DOTOCUHTE3a SIBJISIIOTCS, KaK M3BECTHO,
MPU3HAKOM OMOJIOTMYECKOTO ITporpecca B BOJIIOLINU.

Tpemuunvlii u cepuanvhblil BMOPUUHDBLIL DIHOOCUMOUO3bL

TpeTuyHBIt 3HIOCUMONO3 OOHAPYXKEH TOJBKO Y
IUHOMJIATEIUIST, CPeIr KOTOPHIX ObLUTY HalIeHbI BUIbI
C KOMIUIEKCHBIMM XJIOPOILJIaCTaMM, TPUHAIEXKAITMU

®U3NOJOTUI PACTEHUM Ttom 68 Ne I 2021
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WHBIM BOAOPOCJISIM KPACHOM JIMHUW: KPUIITO(PUTOBBIM,
ranTo(UTOBLIM M T€TEPOKOHTHBIM. TakuM oOpa3oM,
OBLIM BEISIBJICHBEI HE COBCEM IOHSITHBIE THOPUIEL.
MoXXHO CpaBHUTH C TOH K€ MaTPEIIKOM, B KOTOPOM
yTepstHHasI purypka Obla 3aMeHeHa Ha CXOJIHYIO 110
pa3Mepy U3 APYTUX KOMILIEKTOB. DTOMY (peHOMEHY
HaXOmUTCs OOILIeNpUHATOe oO0bsicHeHue. [Ipu yBe-
JIMYEHUU TeTEPOTPODHOMN COCTABIISIIONICH ITUTAHUS B
MPEXXHUX TPaHUIIaX OOMTAHMSI VIU IIPU pacIIUPeHUN
apeajla MUKPOBOIOPOC/Ib MOXET NePEeUTH K MUKCO-
TpoHOMY MeTaboOIU3My, a IPU YCTOMYMBOM OOM-
JIMM OpraHUKU BOOOIIE OTKAa3aThCsI OT aBTOTPO(GUHU C
penyknuei xioporuractoB. O0IMrarHas reTepoTpo-
U BRITOIHEE PHEPreTUYEeCcKr, HO OoJice ysI3BUMA.
ITpu 11060M TOBTOPHOM OOETHEHUH CPENBI OPTaHU-
YeCKMM BEIIeCTBOM M ITOCTATOYHOM BPEMEHM IIO-
TPeOHOCThL B (POTOABTOTPODUU MOXKET BEPHYTHCS.
IToaTOoMy XJIOpOTIACTHI MOTYT OBITH AaCCUMUJIMPOBA-
HBI BHOBB 0J1arogaps paromrapHOMY MOTJIOMICHUIO
JIPYTUX BTOPUYHBIX (POTOABTOTPOPOB. YCIIOXHEH-
HOCTb 3BOJIIOLIMOHHOTO CIEHApUsI KOPPEIUpYyeT C
MaJIbIM Y1 CJIOM NOAOOHBIX BUIOB. Ymciio MeMOpaH B
TPETUYHBIX XJIOPOIUIACTaX MHAWUBUAYAJIbHO U MOXET
PaBHSTLCS IBYM, TPEM WJIXA YETBIPEM B 3aBUCUMOCTU
OT BapMaHTOB (ParolMTUPOBAHMSI, HAIIPUMED, BCACHI-
BaHUS XJIOPOIJIACTOB C OTOpachIBAHHWEM OCTaJIbHBIX
KJIETOUHBIX KOMITOHEHTOB [42]. Y nuHodaareisaT po-
na Lepidodinium ormicaHbl cilydayd TPETUIHOTO SHIIO-
CMMOMO03a, KOTIa 3aHOBO MpUoOpeTaeTcs IlacTruaa He
BTOPMYHOI'O CUMOMOHTA KPaCHOM JIMHWU, a apXeTlia-
CTUAHBIN 3eJIeHBII1 CUMOMOHT C IEPBUYHBIMU XJIOPO-
miactamMu. B aToM ciyyae agpdekT HOCUT Ha3BaHUE
CepUaIbHOTO BTOPUYHOTO SHAOCMMOMO03a [6, 35].

Anuxomnaexcol U anuKonaacmol

ATIMKOMIUTIEKCHI — THUIT IPOCTEHIIINX, COCTOSITIINX
U3 OOJIUTATHBIX TApa3WTOB XMBOTHBIX M YeJIOBEKa.
BxonsT BMecte ¢ auHodIaresaraMu-GpoTOCUHTETUKA-
MW 1 MTHGY30PUSIMA B MOHODWIIETUIECKYIO HAITPYITITY
aBJIBBEOJISIT. BOJIBIMMHCTBO alMMKOMITIEKCHBIX ITPO-
TUCT, BKJIIOYasl TOKCOIJIa3M U TJIa3MOIMEB, B TOM
YHCIIe BO30YyIUTeNIeil MaJISIpUM, COIEpsKaT PeayIIMpPO-
BaHHBIE, YTpATUBIINE (DOTOCUHTE3 TLIACTUIBI-AII-
KOIJIacThl. DTU MajiIeHbKUeE, He O6oJiee 1.5 MKM opra-
HEJUTBI, UMEIOT YeThIpe MeMOpaHbl. CeKBEeHUPOBaH-
HBIII TeHOM anuKoIruiacta u3 Plasmodium ymMeHbIIIEH
10 35k6 u 68 reHOB; B IMpOoTeOMe HaligeHO JIUIIb
550 6eakoB (vs 3000 B x10ponacTax pacteHmii). Ha
IIpUMepe alTMKOIIACTOB ITPEeKPacHO BUIHBI HeOTO-
cuHTeTHYeckue GyHKUUU TacTua. OHU y4acTBYIOT
B OMOCHHTE3¢ SKUPHBIX KUCIIOT, N30T PEHOMITHBIX KO-
dakTOpoB psma SH3UMOB, 33MEHCTBOBAHBI B ITyTSX
OHMOCHHTE3a TeMOB, XKeJIe30-CepHBIX OCJIKOBBIX KJla-
CTEpOB M HEKOTOPBIX JAPYTUX COSTMHEHMIA. DTO 00-
JIMTaTHas opraHesuia, 6e3 KOTOpOi IIpephIBacTCs
KJIETOYHBIN UK anmuKoMILIekcoB [43, 44]]. UHTe-
pecHo, 4To y MUKpoBonopociu Polytomella, yrpaTuB-
mei GOoTOCMHTE3, HO HE CTaBIIEH ITapa3suToM, Ilia-
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CTOM TIOJIHOCTBIO YTpayeH, HO B PEeAyLIMPOBAHHOM
XJIOPOTJIACTE MPOUCXOAUT HAKOIJIEHUE HEKOTOPOTO
KoJIMJecTBa Kpaxmada [45].

3amena pukobUAUCOMHOLU AHMEHHDL C
ayKapuomusayueil pomocunmesa

Hacreimenne atmocdepbl KHMCIOPOAOM B XO#Ae
9BOJIIOLIMY HE IIOBJIMSJIO Ha CEJeKTUBHBIA OTOOp
xJiopoduijia a B KauecTBe ONTUMAaIbHOIO IMTUTMEHTa
¢dorocuHTe3a, MOocKoabKy O, He TOoTJollaeT CBET B
BUAMMOM o0JiacTu criekTpa. [IpucyTcTBre pa3snmyHbIX
AHTEHHBIX MUTMEHTOB OTPAXKAETCSI HA Ha3BaHUSIX BOJO-
pocieii, cpeay KOTOPHBIX M3BECTHBLI OyphIe, 3eJIcHbIE,
KpacHbIe (0arpsiHKI), 30JIOTUCTBIC, JKEJITO-3e/IeHbIe, 1
CHHe-3eJIeHble (LiMaHoOakTepuu). Y 000COOJeHHOM
TPYNIIEI IMAHOIIPOXJIOPOMUT K INIABHOMY ITMTMEHTY
TOOABIISIOTCS XIOPODWIT b 1 vy psina S3K30TUIECKIX
BUIIOB [IMAaHOOAKTEepuil — xJaopoduiibl d, f U, BO3-
MOXHO, xJiopodusi ¢ (puc. 1). 3eieHbie BOIOPOCIU
M BBICIIAE pacTeHUS colepKaT XjJopodwiur b, 06-
IpHas rpyrira xpoMmodput — 1o 10 pasHOBUIHOCTEH
xyopoduiia ¢ [46—48]. dukoObuIcoMHas aHTeHHA
MaHOOAKTEpHUII COXpaHWIACh Y INIayKO(HUTOBBIX U
KpacHBIX BOmOpocieii; “octaTku” (PUKOOMINICOM B
BUIE OTACIBbHBIX (PMKOOMIIUIIPOTEUHOB UMEIOTCS Y
kpunrodut (puc. 4). Bo Bcex ocTalbHBIX TaKCOHAX
BIUIOTB JO IIBETKOBBIX paCTeHUI (PUKOOUITNCOMEI 3a-
MelleHbl JInoo Ha X1 a/b-, nubo Ha X1 a/c-coaepxka-
1€ aHTeHHbIe KOMIUIEKCH. Bo3HMKaeT BoIpoc o
NpUYMHAX 3aMeHbl (PUKOOMIMIIPOTEUHOBOI aHTEH-
Hbl. CpaBHEHUE CIEKTPaJIbHBIX CBOMCTB (PMKOOWIIN -
coM u X1 a/b- v XJ1 a/c-npoTeHOB II0KAa3bIBaeT,
yTO (PUKOOMINCOMBI 00agaloT MNPEeUMYIIECTBOM
CBETOIIOTJIONICHMSI KaK Ha 36MHOI OBEPXHOCTH, TaK
1 BO Bcell (poTMUyecKoil 30He OKeaHa, OT INIyOMH IO
MeJIKOBOIbs [6, 49]. Bnarogapst duiaoreHeTnuecKoi
CBETOBOIl amanTaluy CYIIECTBYET CTpaTU(UKALIUS
BOIOPOCJIE B MOPCKMX OMOTOIIaX, HO Ha3eMHBIE
OmoreoleHO3bl 00pa30BaHBl PACTEHUSIMU TOJBKO C
X1 a/b-comepkalleit aHTeHHOM [6, 24].

Penraroiym HegocTaTKOM (PUKOOMIMCOM KaK aH-
TEHHBI SIBJIIsIeTCs B 4—9 pa3 MeHblllee coaepKaHUe
XpOMOMOPHBIX TPYMII HA €AMHUILY ITOJIUIETITUIHOMN
Macchl B CpaBHEHUU ¢ XJ1 a/b- u XJ1 a/c-nipoTenHaMu
M13-3a KOBaJICHTHOI CBSA31 (PMKOOMJIMHOBEIX TeTpam-
UPpOJIOB ¢ anonporenHamu [25, 50]. ®uxkobuimco-
MBI cocTaBistioT 10 60% BomOpacTBOPUMOTro GejKa
i 1o 20% cymmapHOTo OeKa y ImaHooakTepuii [50].
Ha conmepxxaHue mMMrMeHTHOIO amrapara KJIeTKa, CO-
IJ1acHo pacyetaM [51], MoxeT TpaTuTh He 6ostee 1/3 mo-
JIydaeMoii cBeToBOI 3Hepruu. I1oaBIKHOCTb paCTeHUIA
B XOJI¢ PBOJIIOLIMU ObLIa yTpadyeHa, HauMHasl ¢ MaKpo-
(UTHBIX BOAOPOCIICH, YTO MPUBEJIO K TOSIBJICHUIO 3a-
IIUTHOM KJIETOYHOM cTeHKM. Ha cyle 1emnoiio3Has
CTEHKa IIprobpena onopHyo (PyHKIINIO, pa3neivB-
IIUCh Ha TIEPBUYHYI0O UM BTOPUYHYIO U ITOCTUTHYB
CJIOXKHOI apXUTEKTOHUKHU Yy MOKPBITOCEMEHHBIX [52,
53]. Ee co3manmueM M QPYHKIIMOHUPOBAHMEM YIIpaB-
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0T 0o 2500 TeHOB, 9TO 3HAYUTEIILHO OOJBIIE, YeM
YUCJIO TeHOB (DOTOCMHTETUYECKOrO armapara [54] u
CpaBHMMO C T€HOMOM BCeil IMaHOOAKTEpHAJIbHOM
KJIETKM [55].

ITpuunHoOIi yTpaThl GUKOOUINCOM SIBISIETCST YBE-
JIMYeHWEe MOTPEOHOCTU PACTUTENbHBIX KJIETOK B
ycBoeHuu CO,, BBI3BAHHOU MOSIBJIEHUEM KIJIE€TOUHOM
creHKkHU [25]. I3 ycBanBaeMOro BBICILIMMU PaCcTCHUSI-
MM YIJIEKMCIIOTO ra3a IpUMepHO TPETh MPUXOIUTCS Ha
HeJTIo103y [52, 53], 9To BCTymaeT B IpOTUBOPEUYHE C
3aTpaTaMy Ha IMoJaep>KaHue MUTMEHTHOTO anrapara.
CoxpaHeHHe (PUKOOMIMCOM Y TJayKO(MUT COOTBET-
CTBYET HAJIMYUIO XTYTUKOB M MOABUXHOCTU, UTO
yKa3bIBa€T Ha HEIOPa3BUTOCTh KJIETOUHOI 000104Y-
KU. Y MakKpo(UTHBIX KPACHBIX BOJOPOCIEN MOTpeO-
HOCTb B YKPEIUIEHUU TaJlJTOMa MOKPBIBAETCS 3a CUET
ero Kajapuudukauuu. BropbiM ¢akTopoM, BbI3BaB-
IIUM MpeoOopa3soBaHUE aHTEHHBI, SIBJISIETCS U3MEHEe-
Hue cootHouieHuss PC I u ®C 11 B a3yKapMOTHBIX
XJloporuiacTax. DyKapuoThl TSI TOCTPOEHUSI CTEHKU
TpeOyIoT 6osblero yceoeHus CO,, yeM nuaHobak-
TepUU, U XJOPOILIACTHI IKCHOPTUPYIOT B LIMTOIIA3-
My OOJIbIIIE CUHTE3UpPYEeMBbIX caxapoB. CTaHIapTHOE
otHomeHue @C I k @C 11 y nmaHobakTepuii U Kpac-
HBIX Bogopociieit paBusietrcst 3:1 [24]. B @C 1 3a cuer
YBEJIMYEHHOU JOJIM ILMKJIMYECKOTO TpaHCHopTa
3JIEKTPOHOB MOXET UATU aKTUBHOE (poTodochopu-
JiupoBaHue 6e3 dukcanum yriekuciaoro rasa. Ilpu
B3aumMoneicTeun IByx dotocucteM ycBoeHue CO,
MPOUCXOIUT Oyiaromapsi TMHEMHOMY 3JI€KTPOHHOMY
TPaHCIIOPTY, U COOTHOIIEHUE NBYX (hOTOCUCTEM B
XJIOpOIUIacTaxX pacTeHuii coctasisieT 1:1, m aTa cTe-
XMOMETpUS afeKBaTHA BO3PAaCTaHUIO MOTPEOHOCTU B
yoinekuciiore. YBeandeHHas noiist @C 11 B ximoporuia-
CTaxX HaXOAUT OTpak€HWE B TMOSIBJIEHUU TUJIAKOUJI-
HBIX TpaH, Ipu4eM XJ1 a/b-TIpOTEUH CIIOCOOCTBYET UX
¢opMUpPOBaHUIO U YIJIOTHEHHOW KOMITOHOBKE B
XJIOPOTLJIacTe.

METABOHMHEQKMPI KOHTPOJIb
OYHKIINU TNIACTHUI

Ilepedaua naacmuomubix eeHo6 6 A0po Kaemku

B xnopomacrax BeisiBiieHo 3000—4000 6esikoB, U3
KOTOPBIX He 601ee 3—5% KOmMPYIOTCS TUTACTUIHBIM Te-
HOMOM [55—57]. He coxpanuB 95% uimaHobakTepu-
aJIbHBIX TEHOB, XJIOPOILJIACThI YTPATUIN CITIOCOOHOCTD
K CaMOCTOSITeIbHOMY BHEKJIETOUYHOMY CYILIECTBOBA-
auto. [axe xmoporutactel Paulinella, BO3HUKIITE
MO3Xe, YeM y APYTrux apxernaactui (CM. BbIIIE) U CO-
xpanuBmme 35—40% reHoMa IMaHOOAKTEpUii, He
CITOCOOHBI K BEDKMBaHUIO in vitro [58]. YacTh mracto-
Ma ObL1a JIMMUHUPOBaHA KaK AyOaupylollasi FeHOM
sIIpa, HEKOTOpasl 4YacTh IepeHeceHa B MUTOXOHIPUN
Y1 OCHOBHAsI 0JIsI O6J1arogapsi BHYTPUKIETOUHOMY T1e-
peHoCy oKazajach B KJIETOYHOM sipe. I'eHbl, mormna-
JaBIINe B SAPO, BCTPAUBAJIUCh B Pa3HBIX MPOIOPIIM-
sIX BO BCE€ XPOMOCOMEBI [59]. DTu cTaBime ssaepHbIMU

Te€HBI KOAUPYIOT OOJIBIIMHCTBO OEIKOB ILTACTUAHOM
TPAaHCKPUILIM, IOYTHU BCe OEIKU IPOLIECCUHTA XJIO-
poruiactHoit PHK, no aByx TpeTeit 0eJ1KOB MIacTuI-
HBIX pUOOCOM UM OOJBIIMHCTBO PETYISITOPHBIX (pak-
TOPOB TPAaHCKPUIILIMU U TpaHCISAUMU. B miacrome
COXPaHWJINCH T€HBI (POTOCMHTETUYECKIUX OCJIKOB, Te-
HETUYECKOII CMCTeMbl 1 HeKOoTopble npyrue. CoxpaHe-
HIE YaCTU TeHETUYECKOIro MaTepHasia OOBSICHSICTCS TPe-
OOBaHMSIMM OBICTPOTO pearpoBaHMsI Ha CMEHY CBETO-
BBIX YCJIOBUI (DOTOCUHTE3Aa, CJIOKHOCTBIO 00PaTHOTO
BHECEHMS B XJIOPOILJIACT U3 LIMTOIIAa3MBbl psiia THUI-
podOOHBIX MeMOpaHHBIX OEJIKOB M NOBBIILICHHBIM
puckom mytuposanust JHK nox neiictBuem ADK B
xJioporiacrax [60, 61].

XJI0poTuTacTHBIE TEHOMBI MUKPOBOIOPOCIIEit He-
cyT 10 200 reHOB, y IBETKOBEIX PaCTCHUIA OHU COOEP-
xkat 100—120 reHoB. Bosbliias yacTb cBeAeHU O Mia-
CTOME U IMPOTEOMeE XJIOPOILIACTOB IOIydeHa Ha MOIEITb-
HBbIX BUmax, Takux Kak Chlamydomonas reinhardtii n
Arabidopsis thaliana. Konsuebie JJHK xi1opomnacra
cyimectByioT B Buzae 200 u OoJiee KOIMiA, 4YTO OOBSIC-
HSETCSI OCOOCHHOCTSIMM TPAHCKPUIIIIMA TEHOB Y
MPOKapUOT, U 3TO B HECKOJIBKO pa3 MPEeBbIIIAET YUC-
o konuit JJIHK y nimano6akrepuit [62]. Tak Kak B
KJIeTKax Me30(usuia LIBETKOBBIX pACTeHUI HAXOMSIT-
CsI IECSITKY TIACTHI, TO Ha OMHY KJIETKY MOKET TIpH-
xoauthbesd =>10000 kornmit mnactunHoit JAHK, uto co-
craBisieT ~20% ee comepXaHMsI B cocTaBe siapa [62].

KoHTpacT Mexay HeOOJIbIINM pasMepoM TreHoMa
U pa3HOOOpa3rueM NPOTEUHOB, BbISIBJISIEMbIX B COCTa-
B€ XJIOPOILIACTOB, U MX BBICOKON MeTa0OJMYeCKOM
aKTUBHOCTBIO O3HAYaEeT, UTO OOJIbIIAS YacTh OEJIKOB
MOCTYNaeT B XJIOPOIUIACT U3 LIUTO30JIs1, YTO MOApa3y-
MEBaeT CyILIECTBOBAaHME MEXaHWU3MOB DPEryisiuuu U
moctaBkM. [IBoiftHasg mMeMOpaHa sapa ¢ SIIEpHBIMA
MopaMu U pa3BUTasl CUCTEMA [IUTO30JbHBIX MEMOpaH
MO3BOJISIIOT PETYJIMPOBATH MOTOK MPOTEUHOB, MOCTY-
MaroImx B xjioporuiact. 'poMo3nkue murMeHT-6e-
KOBBIE KOMILJIEKCHI TUJIAKOUIHBIX MEMOpaH U MHO-
rue cjaoXHble (DePMEHTbI COCTOST U3 MOJUNENTUIOB,
KOIUPYEMBIX KaK MJIaCTOMOM, TaK U SIIEPHBIM T€HO-
MoM. Koaupyemblie B siape U TpaHCIIOPTUPYEMbIE B
XJIOpOIUIacT 0enku coaepxkat N-KOHIEBOI TpaH3M-
TOPHBIN TENTUA, KOTOPbIii obecrieunBaeT TpaHCIO-
KalUlIo CKBO3b JIBA MYJIbTUOEIKOBBIX MEMOpPaHHBIX
KaHasa, Ha3biBaeMblx TOC MexaHu3MoM (translocon
at the outer envelope membrane) u TIC MmexaHuzmom
(translocon at the inner envelope membrane). B kom-
TUIEKCHBIX TIaCTUAAX 151 oOecreyeHusl TpaHCIopTa
Oenka CKBO3b YEThIpe TIACTUAHBIE MeMOpaHBI Tpe-
Oyercsl mpucoearHeHUe K N-KOHILY ellle OJHOTO KO-
POTKOTO TMETHa, Ha3bIBAEMOTO CUTHaJbHBIM. [Ipo-
TE€OJIU3 U OOHOBJIEHUE OETKOB HApy>KHOI MEeMOpaHbI
OCYIIECTBIISIETCS YOUKBUTUH-TTPOTEOCOMAIbHOM CU-
CTEMOM, YTWIN3al1MI0 OEJKOB BHYTPHU XJIOpOILIACcTa
OCYIIECTBJISIOT TpoTea3bl 0aKTepUATLHOTO TPOUC-
XoxaeHus [63, 64].
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IMnactuasl KpoMe (POTOCUHTE3a 3a€iICTBOBAHBI,
KaK yKa3aHO BbIlle, B a30THOM OOMEHEe, CHMHTE3e
AMMHOKMCJIOT, HYKJICOTUIOB, W3OIPEHOUOOB, (e-
HOJIbHBIX COCIUHEHU, JKUPHBIX KUCJIOT, KpaxmaJa,
YY4acTBYIOT B MeTaboJiM3Me (PUTOrOPMOHOB M BTO-
PUYHBIX METabOJIUTOB [55, 65].

Hapsiny ¢ sH3MMaMu U CTPYKTYpHBIMU OeKaMu
CYIIECTBYIOT COTHM $SJE€PHO-KOAUPYEMBIX TMPOTEU-
HOB, KOTODBIE yYacTBYIOT B KOHTPOJIE€ 3KCIPECCUU
IUIACTUIHOTO TeHOMa. DTO PEryIsITOPHOE BO3Mdeii-
CTBHUE s/ipa Ha XJIOPOILJIACT MOJYYMUJIO Ha3BaHUE aH-
TeporpagHoro curHana. Ilon simepHbIM KOHTpOJEM
HaxoJsITCSl MpaKTUYECKU BcCe BTallbl OuMoreHesa u
¢GbyHKIIMOHUPOBaHUs XJaoporuiacToB. [TiacToM 00b-
eIUHWI B ce0e MPO- U 9YKAPUOTHBIE MPU3HAKU: Ha-
JIn4rMe OIepOHOB, WHTPOHOB M pelaKTUpPOBaHUE
TpaHcKpUnToB. OCHOBHbBIE 3TAMbl IKCIMPECCUU MPO-
TEeKaloT MO MPOKaApUOTUYECKOMY CLIEHAPUIO, B KOTO-
POM BaXXKHEHIIYIO pOJib UTpaeT MOCTTPAHCKPUIIIIU-
oHHoe co3peBaHust PHK: crutaiicuHr, pemaktupoBa-
HUe U co3peBaHue 5'- u 3'- konuoB PHK.

B 3aBrCHMMOCTM OT BHEIIHUX U BHYTPEHHUX BO3-
JEeWCTBUIT OT XJIOPOIUIACTOB B LIMTO30JIb, B CBOIO Oue-
penb, IOCTYNaloT pa3HOOOpa3HbIE METa0OIUThI, KOTO-
pble, ToCTUras siapa, MO3BOJISTIOT KJIETKE OINTUMU3UPO-
BaTh (poTOCUHTE3. MeTabOIUTHBIN MH(HOPMAITMOHHBIA
IOTOK OT XJIOPOIUIACTA K sIIPY Ha3BaH PETPOTpamHOil
CUTHajM3alueii. OTU CUTHAJIbI, HAIIpaBJIsIEMbIE K 511~
py Ha cTaguu OMoreHe3a XJI0PpOILIacTOB, Ha3bIBAIOTCS
OMOreHHBIMHU, Ha CTaguM aKTMBHOIO (hOTOCHMHTE3a
XJIOPOILIACTOB — ONEPAllMOHHBIMM, a CUTHAJI OT CTa-
peIollero Uin MOBPEXASHHOTO XJIOPOIJacTa Ha3bi-
BaeTCs OeTpamallMOHHBIM cUrHajaoM. CHUTHaIbHEIC
MOJIEKYIbl OMOXUMUYECKHU PA3JIMUHBI U MOTYT OBITh
Toapa3aesieHbl Ha IISTh rpyrin [66]. 1. CurHaisl, CBsI-
3aHHBIE C JKCIIPeCcCHeil XJIOPOILUIACTHOTO TI'€HOMa.
2. CurHaisl, UAyIIKE OT TIPOMEXYTOUHBIX ITPOIYKTOB
OMOCHHTe3a TeTpanuppoaoB. 3. Bo3aeicTBusi, BBI-
3BaHHBIE PEIOKC COCTOSHMEM IutacToxuHoHa B OTLI
xyioporiactoB U oopazoBanuemM ADK. 4. [Torok pas-
HOOOpPa3HBbIX HU3KOMOJIEKYJISIPHBIX COEIUHEHMUIA,
MOSIBIISTIONINXCSI B Pe3yJIbTaTe METa00IUMIECKIX Ha-
PYILIESHUM B XJ0poruiacTe. 5. Perymnsius, cBI3aHHasI C
OenkaMu OBOMHOI JJoKanu3aluuu (SIIepHOI U XJI0po-
IUTacTHOM) [67]. PeTporpamHblii CUTHAII XJIOPOILIACTOB
SIBJISIETCS BaXKHOM COCTaBJISIIOLIEH CETU BHYTPUKIIE-
TOYHOI CUTHAIM3ALUU U CIYKUT TIPEeIMETOM UCCIIe-
JIOBaHWI METa0OJIOMUKY 1 ApyTuX HayK. MHOrHMe pe-
TYJASTOPHBIE CeTH M (HYHKIINN CHOPMUPOBAINCH EIIle
Ha OCHOBE 1[MaHOOAaKTepHaaIbHOro reHomMa [68], mocie
Yero BMECTe CO CTPYKTYPHBIMU 1 PETY/IITOPHBIMU Te-
HaMM ObLIU TIepeIaHbl B SIIEPHBIN TEHOM 2YKapHOT.

MumoxorOpuu 6 cpasHeHuU ¢ XA0ponIacmamu

MuTOXOHIPUH, Ube (POPMHUPOBAHNE B COCTABE BY-
KapHUOTHOM KJIETKU TPOU3OIII0 PaHbIIIEe, YeM IHIO-
cuMOM03 XJIoporiacToB [16—18], uMeT ¢ HUMU
MHOTME 4YepThbl CXOJCTBA, HAUMHAs C JBOWMHOI Ha-
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pyXHoi1 MeMOpaHbl [5, 6]. [IporeoMbl B 060UX CITy-
yasgx HacuuThiBaloT g0 2000—3000 6enkoB, pa3Mepbl
reHoMoB, cocTtosmux u3 150—200 reHoB, Takke
CpaBHUMEL. Be1nunHa MUTOXOHIPUATBLHOTO ITPOTE0-
Ma HaXOAUTCSI B CWUIbHOI 3aBUCHMOCTH OT BOJOPOC-
JIEBOTO TAaKCOHA, a Y Ha3eMHBIX PacTeHUIl elle U OT
BUJA TKAHU U Pa3HIIINXCS (PUITOTeHETUUECKUX 1 OH-
TOTeHETUYECKUX yCIoBUii. [Ipu 3TOM y pacTuTesb-
Hoii kyieTku mutoxoHapuom (300—800 T.m.H.) BbI-
[JISIIAT 3HAYUTEIHLHO OOJIBIIUM, YeM Y TPUOOB U XK1~
BOTHBIX, T€ OH paBeH 16—100 T.a1.H. BoyplmHCTBO
TE€HOB ITPOTOMMWTOXOHIPUII OKa3aI1Ch IepeHECEHHBI-
MU B SIIEPHBII TEHOM, KaK BITOC/IEICTBUU ITPOU30IILIO
M B XOJI€ SBOIOLINU XJ10poruiacToB. K mpumepy, 0eiko-
Bble KOMIUICKChI 3JIEKTPOH-TPAHCIOPTHHIX IIeIieii B
000UX TUIAX SHEProJalOINX KOMIAPTMEHTOB KJIET-
KU COCTOSIT U3 MOJUTNENTUIOB, KOIUPYEMBIX B SIIEP-
HOM T'€HOME U B TeHOME OopraHesul. PeTporpagHblii 1
AHTepOrpagHbIil CUTHAJIMHT C SIIPOM TaKKe COIMKa-
eT JABe sHeprojamplnue opraHesuibl. CorocTaBlieHUe
IUIacTOMa U SIAEpHOT0 TeHOMa IEMOHCTPUPYET JIUITb
OTHOCTOPOHHMUIA IEpEHOC TeHOB B siIpo. B oTinuune
OT XJIOPOIUIACTOB, MEPEHOC TEHOB MEXIY SIIPOM U
MUTOXOHIPUSIMU SIBJISIETCSI IBYCTOPOHHUM IIPOLIEC-
COM, M 3TO pa3jIryue ellle He HaILUIO yOeauTeIbHOIO
o0bsicHeHust [69]. CylecTByeT Takke OITHOHAIIpaB-
JIEHHBII IIMTO30JIbHBII IIEPEHOC TEeHOB OT XJIOPOILIa-
CTOB K MUTOXOHIPUSIM, KOTOPBII, BEPOSITHO, peaii-
3yeTcsl HAIPSIMYI0, MUHYSI TOCPEIHUYECTBO siapa. Ta-
KM 00pa3oM, pacTUTE/lIbHas KJIETKa IIPEeACTaBIISIET
Cc0o00if TEHETUUECKYIO CUCTEMY, COCTOSIIYIO U3 TpeX
B3aMMOCIHCTBYIOIIX TeHOMOB. B ci1yyae Takux Bomo-
pociieii, Kak KpUIITOMOHAAbI, K HUM IIPUCOCANHSICTCS
YeTBEPTHIN TeHOM, HaXOOSIIUiics B HyKJieoMopde.

CUMBHO3bl C YHACTUEM .
HOMAHOBAKTEPUN 1 MUKPOBOIAOPOCIIEUN

B cuHsKOM0rMM OnMcaHbl MHOTOUYMCIIEHHbBIE pa3-
HOBUIHOCTH (haKyJIbTAaTUBHBIX U OOJIMTATHBIX CUMOKO-
30B C y4acTHEM LIMaHOOAKTepUil 1 MUKPOBOJIOPOCIEH,
KOTOpPBIE COITPOBOXIAIOTCS MTHTMOMPOBAHUEM MTPOTEA3
1 Ipyryux (pepMEeHTOB IepeBapuBaHUsT “TIUIIU~, HO HE
3aBepIIaloTCcs 00pa3oBaHUEM XJIoporuiacToB. CUMOUO-
3bl MUKPOOPIaHM3MOB C MHOTOKJIETOUHBIMU PACTEHUSI-
MU U KUBOTHBIMU SIBJISIIOTCSI OMHVM U3 pa3aeioB 00-
et Teopunm CUMOMOTUYECKUX B3aUMOOTHOIIECHMIA,
MpeIMETOM MCCIIeIOBaHWM XomoreHoMuKH [70].

Cunyuano3sol

CuMOH1O03HI C y4acTHEM IMaHOOAKTepuil, (GOTo- U
I1a30Tpo(oB MOJYYMIM Ha3BaHUWE CUHIIMAHO3OB.
OnuduTtHbIe TMaHOA0AKTEPUU HCITONB3YIOT IpyTrue
OpraHm3MBbl B KAa4eCTBE CyOCTpaTOB, B TOM YMCJIE TTO-
CEJISISICh B MOPSIX Ha TaJlJToMax OypbhIX Y KPACHBIX BO-
Jopocieit, a Takxke oOpa3ysl 0aKkTepuajlbHble MaThbl
COBMECTHO C reTepoTpod@HLIMI MUKpoOamMu. B amm-
0Mo3ax HEIb3sl MCKII0YaTh METAaOOJUTHBIII OOMEH
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OMaHOOAKTepHil ¢ OIOPHBIMM opraHm3mMamu |[71].
HwvazoTpodHble HMaHOOAKTEPUU-MUKPOCUMOUOHTHI
CEJISITCSI BHYTPHU KJIETOK MOPCKUX TMATOME, UTpaio-
IIMX POJIb MAKPOCUMMOMOHTOB. BHYTpHM KJI€TOK mua-
TOMEI, CTaB SHIOCMMOMOHTAMM, IIMaHOOAKTEPUU MO-
IyT yTpauynBaTh (DOTOCUHTETUUECKYIO DyHKIIUIO [72].
B cuH1IMAaHO3BI ¢ HA3€MHBIMM PACTEHUSIMU Yallle BCe-
ro BCTYIAIOT reTePOLIMCTHBIE HUTYAThIC 1IMaHOOAK-
Tepun-azordukcatopel poma Nostoc. IlapTHepamu
MOTYT OBITh aHTOLIEPOTOBEIC, IIEYCHOYHBIE U JIHUCTO-
cTeOeIbHBIC MXM, B TOM YMcIie carHyM, Cpeay 1IBET-
KOBBIX — TpaBSIHUCTOE pacTeHue Gunnera. llmanobax-
TepUM HAXOIATCS B CIELITOJIOCTSIX KOPaJUIOBUIHBIX
KOpPHEi y TOJI0CEMEHHBIX CAarOBHUKOBBIX ITAJIbM U B JIN-
CTBSIX BOOHOI'O MAIIOpPOTHMKA a30JUIa, IIIe CJIy>KaT BHE-
KJIETOUHBIMHU 3HHocuMOmoHTamu [73]. B cum0bmo3zax
C TIPOTHUCTaMU, OECIIO3BOHOYHBIMU 1 HUBIIMMU XOP-
JIOBBIMY IIMAHOOAKTEPUH BBIITOIHSIOT POJIb (POTOABTO-
TpooB. Synechococcus sp. n Prochloron SIBISIIOTCSI BHYT-
PUKJICTOYHBIMU 1IMAHOOAKTEPUSIMU-CUMOMOHTAMM 111 -
Jmat u panpuoisipuii. Kpome riportuct, Synechococcus v
Prochloron obutaior B cCMMOMO3€ C aCLIMAUSAMU CEMEN -
ctBa Didemnidae (munemuuessie) [73, 74]. Cpenu ry-
60K ommcaHo 60s1ee 100 BUIOB, BCTYNAIOIINUX B CUM-
0103 KaK ¢ OJHOKJIETOYHBIMM, TaK U C HUTYATHIMU
HUaHOOAKTEePUSIMHU.

Juwainuku

bnaromapst uzyyeHuo JUIIAITHUKOB C(HOPMUPO-
BaJIOCh caMo noHsATue cuMouo3sa (A. ne bapu). B 1u-
XeHoJjioruu onucado 26.000—27.000 BUgoB 3THUX Op-
raHU3MOB, KOTOPHIE SIBJISIIOTCSI CAMOMOHTaMU Tpuba
1 BOAOPOCIY WM IMAaHOOAKTepuM. 3eIeHbIe BOMO-
pocii BXogsT B coctaB 80—85% BUIOB, B OCTAILHBIX
HaxomdaTcs LuaHoOakTepuu. I'pud HOCUT Ha3BaHUE
MHUKOOMOHTA, BOXOPOC/Ib WIM LIMaHoOaKTepus — u-
KO- 1y (poTobMoHTa. B Taymiomax mimaiftHrKa peam-
3YIOTCSI HENPSIMOM MJIA IIPUITOBEPXHOCTHBIM KOHTAKT
MEXIy CUMOMOHTAaMU, WM K€ TayCTOpUU TIpubda
NPOHMKAIOT B KIETKY Bomopocau. B aByxkomiio-
HEHTHBIX JIUIIaifHUKAaX IPUCYTCTBYEeT OOUH BU (Ho-
TOOMOHTA, HO M3BECTHBI TPEXKOMITOHEHTHBIC BUIHI,
dopMuUpyeMbIe TPUOOM, 3€JICHOM BOTOPOCTBIO 1 M-
aHobOakTepueil B KauecTBe azoTdukcatopa. Ha mo-
BEPXHOCTU TaJZIOMa MOXET HaXOOUTHCSI BTOPOM BUI
rpuba m3 knacca o6asmmmomuiieToB [75]. ITosromy
JIMIIAAHUKY SIBJISIIOTCSI CJIOKHOCOCTaBHBIMU Opra-
HM3MaMU, KOTOpPEIE IIpaBUJIbHEE ObLIO OBl HAa3hIBaTh
cuMOMoTNMYeCKO acconmanueit. OOHapyXKeHBI aK-
TUHOJIMIIAHUKY, B KOTOPBIX IIPOKAPUOTHLINA U 3Yy-
KapUOTHBIN YYaCTHUKU MEHSIOTCS pojsaMu. DyHK-
1Y Tpr0a BBIIIOJHSIIOT IPOKAPUOTHI, 32 YePThI CXO/ -
CTBa C TrpubaMu Ha3BaHHbIE AaKTUHOMUIIETAMM, a
poJib poTOOMOHTA — 3eJieHasi BOJOPOCHb, KaK B MC-
TUHHBIX JUIIaHNKaX. Mexny ¢UKo- 1 MUKOOMOH-
TOM MPOUCXOAUT OOMEH MeTaboIUTaMM, HO OTCYT-
CTBYET SHIOCUMOMOHTHOE (pOpMUPOBAHUE TUIACTHUIL.
IIpocmaTpuBaeTcsi, OQHAKO, HeKas aHaJoTUs: 1Iu-

aHOOaKTepUIO-(PUTOOMOHT MOXHO CPaBHUTDH C IIep-
BUYHBIM 3HIOCMMOUOHTOM, CUMOMO3 C 3eJIeHOI BO-
JIOPOCIbIO (hOpMAILHO CPAaBHUM CO BTOPUYHBIM H-
mocuMobuo3oMm [76].

Ilpuobpemaemas aemompoghus u Kkarenmonaacmus

IIpuoOpeTeHHOI aBTOTpPO(dMEH HA3BIBACTCS CIO-
COOHOCTh BOJIHBIX reTepoTpodOB 3ariaThbIBaTh MUK-
POBOIOPOCIH, IJIUTEIBHO TOAASPKUBAS X KU3HE-
CIIOCOOHOCTh. Tam, Ime B 3KOJIOTMYECKUX HMIIAX
€CTh HEIOCTAaTOK XOTsI Obl OMHOTO U3 OPTaHUYECKUX
MeTabOJIMTOB, TTOSIBJISIFOTCSI CTUMYJIBI IJISI COXKUTEb-
cTtBa ¢ aBTOTpoddamu. Mx mpuoOpeTeHNEe MOBBIIIAET
BBDKMBA€MOCTb 3a CUET LIMPKYJISILIAM ITPOAYKTOB (o-
TOCHHTE3a B META0OIUUECKUX CETSX KJIETOK U TKaHE.
XO03IMH MOoJIy4YaeT OT BpéMEHHOTO “paba” MOIIOIHU-
TEJIBHBIN AOCTYII K KMCJIOPOAY M HU3KOMOJEKYISIP-
HbI€, B TOM YHCJE a30THBIE, (DOTOCUHTATHI, B OTBET
npenoctaiisiss CO, oT cBoeit AbIXaTeJIbHOM JesiTeNb-
HocTu. IIponcxomuT maxke cTUMYSIIsI (POTOCUHTETH -
YeCKOll aKTMBHOCTH CUMOWMOHTOB, KOTOPBIMM CIIyXKaT
JIMAaTOMOBEIE, XJIOPO(UTHBIE W KpacCHbIE BOIOPOCIIM,
muHodmareIaTel 1 rantodutsl [77]. Hapsany ¢ ¢o-
TOCUHTETUYECKOM MesATEIbHOCTbIO, BOIOPOCIU CO-
XPaHSIIOTCS B BaKYyOJISIX KJIETOK X035IeB KaK KOHCEp-
BUpyemas muina. biaromapss orpoMHOI pa3HUIIE B
pazMepax MUKPO- U MaKpOCHMMOMOHTOB YMCJIO 3a-
IJIOTAHHBIX MUKPOBOAOPOCJIEH MOXET JOXOOUTH IO
7.000—20.000 Ha KJIETKY, XOTS B CpeTHEM OHO 3HAUM -
TeJabHO MeHbIlIe. Cpean OTHOKJIETOYHBIX X035IEB (pe-
HOMEH NpHUOOpPETEHHOM aBTOTPOMUU OXBATHIBACT
npexne Bcero nHdy3opuit (Rhizaria) 1 moHHBIX do-
pamanugep (Foraminifera). BosaMoxxHOCTh 3amMemIsITh
repeBaprMBaHMe >KEPTBEI 3a CUET ITONABJICHUS IIpoTeas,
BEPOSITHO, AyOJIMPYeT HadallbHbIE CTamuy (peHOMeHa
sHIocuMOMo3a. Hanbosee yacTelii mpuMep — CUMOMO03
MeXIy pecHUUYHoOM nHby3zopueit Paramecium bursar-
ian Chlorella sp. Ecau oT 1IporjioueHHOI aBTOTpOd-
HOM KJIETKM OCTalOTCSl TOJBKO XJIOPOILIACTHI, OHU
HOCSIT Ha3dBaHUE KJIETITOILUIACTOB, a 3((hEeKT UX Mpu-
CBOEHMSI B 1IEJIOM Ha3bIBaeTCs KJIeIToIuiacTheil. Pa3-
HbI€ TIPOTUCTBI MOTYT COXPaHSTh IPUOOpPETEHHBIE
xJioporacTel oT 1—3 cyTok 1o 2 Henenb. MHby3opust
Mpyrionecta HaxamIMBaeT KJICNTOIUIACTHI, ITUTASICh
KJIETKaMu KPUIITOMOHAM, W, B CBOIO OYepellb, CTaHO-
BUTCSI >KepTBOI AuHOMIares ATl Dinophysis, Kotopasi
3aTEM COXPaHSIET MX eIle IO ABYX Mecs1eB. TeM caMbIM,
MEXIy TpHUOOpeTeHHOI aBTOTpodUeil, KIenToIuia-
CTHEI U TPEeTUYHBIM 3HIOCUMOMO30M I'PaHUIIBI pa3-
MBIBAIOTCSI, HO IIPUOOPETEHHAS aBTOTPOMUS U KIIETI-
TOILJIACTUSI HE COMPOBOXKIAIOTCS MAaCCOBBIM MEPEHO-
COM T€HOB OT XJIOPOILIACTOB K siapy [78].

MHOTOKJIETOYHbIE X03si€Ba MUKPOBOAOPOCEH
BCTPEYAIOTCSI Cpeay pa3InIHbIX BUIOB Porifera (ryoku),
Cnidaria (KopaJuibl, aHeMOHBI, TUApPhI), Mollusca (Tpu-
JaKHBbI U ToJjioxXabepHUKM), Acoelomorpha (Tiockue
yepBU) U gaxe y smopuoHoB Chordata (acummun).
Haubonee m3BecTteH moszaioniuii Moyutiock FElysia
®U3UOJIOTUS PACTEHUN Ne 1
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chlorotica, 3KCILTyaTUPYIOIIUI KJIENTOILIACTUIbI I10-
eIaeMbIX BOIOPOCIIE 10 9 MecsI1eB B CBOMX ITOKPOB-
HBIX TKaHsIX [79].

Memaboauueckoe paznoobpasue ounoghaazennsim

JvHodnare g Thl, AN ITAaHIIMPHBIE KTYTUKOHOC-
1Ibl, OTJIMYAIOTCS (haHTACTUUECKUMU TPODUIECKUMU
BO3MOXKHOCTSIMU, 3aCIy>KMBasi OTIEJILHOTO pacCMOT-
penus. K HuM otHOCHTCS 0KOJio 2500 COBpeMEHHBIX
BUIIOB (MHBIE Ha3BaHUS: TMHOMUTHI, MEPUANHEN,, WU
Dinoflagellata, Dinophyta, Peridinea), Bxonsmux B
HaaTuil anbBeosT (Alveolata). B aToM TakcoHe IpoTH-
CTOB BO3MOXHBI BCE BApMAHThI Iepexoia OT XeMOoreTe-
poTpoduM K iCTUHHOMY SHI0CUMO1O03y. 1) OKOJI10 Io-
JIOBUHEBI BCEX BUAOB SIBISIOTCS (poTOaBTOTpOdaAMHU,
Cpely KOTOPBIX ONMUCAHBbl CUMOUOHTHI IBYCTBOpYA-
TBHIX MOJIIFOCKOB M KOPaJUIOB, TI¢ OHU HOCST Ha3Ba-
HUE 300KcaHTel1. 2) MMeroTcs yrpaTUBIINE I1aCTH-
bl OECLIBETHBbIE BUIBI-TE€TEPOTPOdHI, B TOM YUCIIE
napasutudeckue dopmbl. 3) HaiimeHo HECKOJIBKO
BTOPUYHOI€TEPOTPOMHBIX BUIOB, YTPATUBIINX XJIO-
pOILIACTBI I TIPUOOPETIINX UX BHOBb OT MUKPOBOIO-
pocJieii APYruX IPyIII (TPETUIHbII SHIOCUMOMO03, CM.
BhbIIIE). 4) Y MHOTMX BUIIOB XMIIHBIX TMHOMIATEIUISAT
MPAKTUKYETCS KJISTITOIUIACTHUSI, BpEMEHHOE COXpaHe-
HUE IUIACTUI OT IToedaeMbIX MU MUKPOBOJIOPOCIIEIA.
MmukcoTpodus, TO ecThb coueTaHe (POTOTPOPHOTO N
reTepoTpo(HOro Meradboau3Ma, SIBISICTCS HepeaKOoi
HE TOJIBLKO Cpely TMHOMIATeIUISAT, HO W IPYTUX Ipe-
CTaBHUTEJIE MOPCKOTO (pnTOoTIaHKTOHA [78].

SBOJIOUMA TUIACTUI |
Y HBETKOBBIX PACTEHHMUU

LIBeTKOBBIE, UIU TTOKPBLITOCEMEHHBIE, SBIISTFOTCS
caMoOI1 BELICOKOOPTraHN30BaHHOI O0TaHMYECKOI (PMITOi
C TEJIOM pacTeHMs, pa3lIejicHHbIM Ha BereTaTUBHBIC U
reHepaTUBHBIE OpPraHbl, TOe IUIACTUOBI MpeTepIIeIn
pSII 9acTHBIX M oo1mux n3meHeHnit [37]. CoBpemMeH-
Hble 0a3bl TEHETUYECKUX JAaHHBIX ITO3BOJISIOT pa3-
JIeJIbHO VICCJIEN0BAaTh SIIEPHYIO U INTACTOMHYIO (DUJI0-
TeHUIO KaK KPYITHBIX, TAK U MEJIKUX TAKCOHOB.

lea muna xaoponaacmoe oas C;u C, pomocunmesa

DOTOCUHTETHUKY C BBIXOJIOM Ha CYIIIY OKa3aJIUCh B
YCJIOBHSIX BO3POCIIE MHCOSIIMY 1 HEXBAaTKK BOJIBI.
Hns porocunTeTnueckoro yceoenuss CO, B cTpome
XJIoporjacta clyXuT uuki KansBuHa, chopmupo-
BaHHEIN elle y LMaHoOakTepuii. bonbmmHcTBOM
LIBETKOBBIX pacTeHu it ucnosandyercs C;-nyTh prukca-
LIMU YIJIepoia, KOoraa YISKUCbINA Ta3 ylIaBIuBaceTCs
HamnpsMYIO M3 BO3[IyXa, a paCTeHUE U3-3a TPaHCIINPa-
LIMM BBIHYKACHO TepATh 10 97% BOmObI, TTOCTYIIAIO-
11eit OT KopHeii. 3aKpbITUE YCThULL YMEHBIIIAET UCHa-
peHUE, HO CTUMYJIMPYET (POTOABIXaHNE, BeIsI K ITOTEPSIM
yIIIepona v CHIDKeHHIO 3(pPEeKTUBHOCTH (POTOCHHTE3A.
YV C, pacrenuii B kiietkax me3zodpuia smecto CO,

¢uxcupyercsa runpokapdoHar-uodH, HCO;, u nep-
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BBIM ITPOIYKTOM (POTOCHHTE3a CITYKUT BMeCTO 3-(poc-
dornuuepara C,-111aBeI€BOyKCYyCHas KUcIo0Ta. B aTom
(¢pepMEHTHOM ITyTH YyMEHbLIeHa NoTpedHOCTh B H,0,
YCTBhUIIA Ha CBETY OCTAIOTCSI OTKPBITHIMU 1 (DOTOIBI-
XaHue oTcyTcTBYyeT. [IpoBoasiiye Mmyyku, 10CTaBIsIO-
1LIMe BOMY, OKPY>KEHBI B JIUCTE ABYMSI CJIOSIMU MOP(GO-
JIOTUYECKM Pa3IMYHbBIX 3€JCHBIX KJICTOK MapEHXUMBI,
YTO Ha3BaHO KpaHII-aHaToMuel (Hemelkoe Krang —
KOpOHa, BeHell). BHelIHuit cyioii o0pa3yloT KIeTKU
Me30¢huiia, a BHYyTPEHHUI — MEHBIINE 10 YUCIeH-
HOCTH KJIETKM OOKJIagKM cocyaucToro mmydka. Ilepeson,
CO, B pacTBOpUMYyI0 (DOPMY MPOUCXOIUT B HAPYXKHBIX
XJIOPODWILI-COACPXKAIIIMX KJIETKaX, a IIOBTOpHas
duxkcanusa CO, B uukie KaibBuHa — BO BHyTpeHHEM
cJioe o0KkIanKu. B pesynabraTe numMopdu3mMa BO BHEIII-
HEM CJI0€ KJICTOK HaXOIsSTCsl “O0bIYHBIEC” XJIOpOILia-
CTHl C TWIAKOUIAMM, pa3neJCHHBIMU Ha TpaHbl U
CTPOMY, a XJIOPOILJIACThl OOKJIaJKN MUMEIOT MEHbIIIEe
YUCJI0 TpaH 1 MeHblee coaepxxanue OC I1.

OBoolMOHHBIN Bo3pacT C,-dhoTocuHTE3a CO-
craBisieT He 6osiee 30.000 jieT, HO B apMAHBIX 30HAX
3TOT IIyTh MeTa00IM3Ma HEOTHOKPATHO BO3HUKAJ B
Pa3IMYHBIX CEMEMCTBAX LIBETKOBBIX, SIBJISISICH IPKUM
MpUMepoM KOHBepreHTHo# 3Bosouuu [80]. C,-miyTh
TpebyeT HeCKOJIBKO OOJIbIIETO pacxoiaa SHEepPIuu, HO
MOAOOHEKIE paCTeHUSI, B OCHOBHOM TPaBhl, 00eCIIeYl-
BaioT 10 30% wnHasemHoro ¢orocuHre3a. M3BecteH
takxke CAM-doTocuHTe3 (MeTaboJIM3M 1O TUITY TOJI-
CTSIHKOBBIX), KOTOPBIM BKJIIOYAaeT B ce0SI HEKOTOPBIE
depmentsl C,-1iyTH, HO ycBoeHue CO, pas3nesieHo He
MEXIy KIeTKaMu, a Bo BpeMeHU. Y CAM-pacTeHuii
B KOHLIeHTpupyolieM CO, MexaHU3Me UCITOJb3yIOT-
cs1 pepMeHTHI PoToabixaHus [81].

Becemamuenas eubpuduzayus u 6u0oobpazoearue

B nmuxoii ipupone M B CeNEeKIIMOHHOM IIpoliecce
MEXBHUIOBasT M MEXpOAOoBas THOPUIM3AIIUS MOTYT
IMPOMCXOIUTD 32 CUET COBMECTHOI TTepenadyn XJIOpo-
TJIACTOB U ITUTOTUIA3MbI OT OTHOTO BUA K OJIM3KOPOI-
CTBEHHOMY, COUeTasiCh B TMOPUIHO KJIETKE C ero sifi-
pamu. (ITo Bceit BUIUMOCTH, SMITMPUIECKH MCITOTb-
30BaHO B CceJIeKIIMOHHOI padotre U.B. MuuypuHbIM).
B uactHocTu, s poma Heuchera mokazaHo, 4TO
MIPUPOTHOE BUIOOOpa3oBaHUE Ojaromapsi TTOSIBIIE-
HUIO HOBBIX IUTACTUAHO-SIIEPHBIX KOMOMHAIINI ITPO-
KWCXOIUJIO HEOTHOKpaTHO [82, 83].

Ilracmuowb CeHEPAMUBHbBIX U 6ecemamueHblx
mKaueu u opeaHoe

V 1BEeTKOBBIX pacTeHMU B Me30(MIe JIMCThEB
XJIOPOIUIACThI MMEIOT pa3mephl 3—10 MxMm. Thiactuasl
JIPYTUX OPTaHOB U TKAHEH, BBITOIHSIS MHbIE (DYHKIIN,
XapaKTepU3yIOTCS pa3HooOpa3meM (pOopMBI, pa3MepoB
U okpacku. B 6oTaHnuyecKoil 1uTepaType NoapoOHO
ONMCAHbBI UX PA3HOBUAHOCTHU: 1) pomoHavyajbHBIE Op-
raHeJJIbI-IPOIJIaCTUALl B MEpUCTEMaX, CEMEHax U
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SIHIEKIIeTKax; 2) coaepKalliye MPOTOXI0POMUIIINI
STUOILIACTBI BBIPOCIIMX B TEMHOTE IIPOPOCTKOB;
3) okpalleHHBIE HAKOIUIECHHBIMM KapOTUHOWIAMU
XPOMOILIACTHI IIBETKOB U IJI0A0B; 4) OeCLIBETHHIE JICii-
KOILIACTHI 3aIlacalollnX OPraHoB, B 3aBUCUMOCTH OT
TUIIA HaKaIUIMBa€MBbIX BEIIECTB Ha3bIBaeMBbIE OJICO-
IUTaCTaMU, MPOTEMHOIUIACTAMU UM aMUJIOILIACTAMMU,
5) rpaBUILIACThI TKAHEH KOHUYMKA KOPHS M OOKOBBIX
BeTBeil; 6) repOHTOIUIACTHI C MpOAYKTamMu ¢GoToae-
CTPYKUMU XJIOPODUIITIa B JUCTOMATHBIX JIMCTHIX;
7) TaHHOILIACTBI C HAKOTIJICHUSIMU TaHHUHA [84].

JHK Bcex TMIIOB MJ1acTUA OCTAETCSI UASHTUYHOM,
TO €CThb Ipu (POPMUPOBAHUU TEX MJIM MHBIX OPraHOB
pacTeHUsl yBEJIMYEHUS] WIM YMEHbIIEHUs pa3MepoB
reHoMa B I1acTuaax He mpoucxoaut. JuddepeHmpo-
BaHHO MEHSIETCSI aKTUBHOCTD OOJIBIIIMHCTBA T€HOB, Ha-
XOJSIIMXCS MO KOHTPOJIEM KJIETOYHOTO siapa. MHorue
IUIACTUIBI CIIOCOOHEI K B3aMOIIPEBpAIllEHUSIM, YTO
COIIPOBOXKIAETCSI M3MEHEHMSIMU MeMOpaH, cocTaBa
IMUTMEHTOB, (POPMBI U pa3MEPOB OpraHelI. DTUOILIA-
CThI SIBJISIIOTCSI HauOoJjiee M3y4eHHOM pa3sHOBUIHO-
CTBIO IUIACTUI Oylarojapsi MpeKpacHOM JOCTYIMHOCTU
IIJIS1 BKCTIEpUMEHTANIBHBIX McclienoBaHuit. beuiu uc-
cJIemoBaHbl OMOCHUHTE3 ITPOTOXJIOpOMILINIA, OCii-
crBue (dorodepMeHTa MPOTOXIIOPOPMIITNIOKCUIO-
penyKTasbl, HAaKOIJIEHUE TTPOJaMeJUISIPHBIX TeJl U UX
CBETOBOE IIpeBpallleHNe B TUJIAKOUIKI, pa3BUTHE (O-
TOCUHTETUYECKOM aKTUBHOCTHU U CBETOBAsI 1 TOPMO-
HaJTbHasI peryJstius 3ejeHeHus [85, 86]. CBeneHus o
JIPYIUX IDIAaCTUAAX OTCTAIOT OT M3Y4YEeHMsI ITHOILIA-
CTOB M3-3a HEXBAaTKU MOJIEKYJISIPHO-T€HETUUECKUX
IaHHbIX [87]. U3MeHeHuUsT XJIOpOIIacTOB B 3aBUCU-
MoCTH OT nuddepeHIMaINY TKaHel oOHapyXuBa-
IOTCSI, HAYMHASI C MEPUCTEMHBIX KJIETOK MaKpouUT-
HBIX Bojopocieil. MoieKysipHble MEXaHU3Mbl pa3-
BUTHSI XJIOPOIUIACTOB, B3aMMOIIPEBpaIlleHUI pa3HbIX
TUIIOB IUIACTHU, KaK M IIPUPOIA CUTHAJIOB OT XJIOPO-
IIacTa B SIAPO, ellle OCTAlOTCSI BO MHOTOM OTKPBIThI-
MU BOIIPOCAMM.

Ilapaszumuueckue, HacekomosoHbie
U MuKcompogmbte 6udbt

Ho 1% Bcex LIBETKOBBIX PAaCTeHMiA COCTABIISIIOT
BUIbI-TTAPA3UThI U MOJIYNapa3nuThl, YTPaTUBIIME WIN
YACTUYHO COXPAHUBIIME XJIOPOMUILII U MUTAIOLINECS
C TMIOMOILBIO TayCTOPUI OT Apyrux pacteHuit. Hampu-
Mmep, ceM. Orobanchaceae (3apa3uxoBble) — o0JIUTaT-
HbIe Tapas’vuThl C PEeIyLIMPOBAHHBIMU JIMCTBSIMU U
KOpHSIMM. 3HaMeHUTast paddae3nst ¢ caMbIM OOIBIITNM
LIBETKOM B MHpE OTHOCHUTCS K IIOJIHBIM Iapa3uTaM. B
XBOMHBIX JiecaX CEBEPHOIO IOYIIApPUsI BCTPEUYACTCS
OecxmopopIbHBIA  TTIoobeNbHUK (Monotropa, cem
BEPECKOBBIE), SKUBYIIUIT 32 CYET TECHOTO CUMOMO03a C
rpubamu. B xumHW4YecTBO (HACEKOMOSITHBIE pacTe-
HUST) BOBJICYUEHO MEHBIIIEEe YHMCIIO YUCIIO BUIOB, YeEM B
napa3uTtu3M. Bce oHU B MEHBIIIEH CTEIIEHU, YeM aB-
TOTpOdBbI, 3aBUCAT OT (hoTocUHTe3a. [1macTuabl Bcex
MOJOOHBIX pPACTeHUIl MOABEPKEHBI YMEHBIICHUIO

pa3mepoB reHoma (1o 70 T.I1.H.) ¢ yTpaToii (hOTOCHH-
TeTUYECKOro anrmnaparta [88].

SAKJTIOYEHHUE

WUccnenosaTtenu Bcerma HaXOOMIIM SIPKHAE 0Opa3bl
JIJIsT OTIMCAHUSI CUMOMOTreHe3a XJI0POILIacTOB, KOTO-
pBIX Ha3bIBAIM “MaJIcHBKMMH 3CJICHBIMU padaMu
kietku” (K.C. MepeXKOoBCcKUit), “IIPOrio4ueHHBIMU
u He nnepeBapeHHbIMU” (P.J. Keeling) u “npoaykrom
IIOIIMHTA IS 9yKapruoTtoB” (A.W.D. Larkum). K Ha-
CTOSIIIIEMY BPEMEHM CJIOXWIOCh MOHMMaHUE, YTO
pOJib CUMOMOTreHe3a B MPOUCXOXACHUU U Pa3BUTUU
KJIETOYHOM >KM3HU BBIXOIUT 32 paMKW IOSIBJICHUS
OTHEeNIbHBIX opraHe/ul. CUMOMOTHMYECKHE OTHOIIIEe-
HYSI, HAYMHAas C CMHTPOGUU paHHUX MUKPOOPTraHU3-
MOB, IPOHU3KIBAIOT BCE MPOLECCHI B3aUMOACHCTBUIA
B 9KocucTeMax. Bo3HMKIa cMMOMOTeHEeTHKA KaK HO-
Basl OMosiornyeckKasl IMCLHUILIMHA; CUMOMOTeHe3, ma-
paUIeNIbHbIIA IEPEHOC TEHOB U CUTHAJIbHbIE BHYTPU-
KJIETOYHBIE M MEXKKJIETOUHBIE B3aMMOIECHCTBUS JI€KaT
B OCHOBE Pa3BUTUS XXU3HU.

HccnenoBanne BHIIONIHEHO IIpU (UHAHCOBOIT
nonnepkke Poccuitckoro poHma pyHmaMmeHTaTIbHBIX
HCCe0BaHUM B paMKaxX HaydHoro rpoekrta No 19-
14-50366.

ABTOpBI 3agBISIIOT 00 OTCYTCTBUM KOH(PIMKTA
nHTepecoB. HacTosas cTaTbs HE COOEPXKUT KaKUX-
NGO UCCIIETOBAHU C yIaCcTUEM JIIOAEH Y SKMBOTHBIX
B KaueCTBe OOBEKTOB UCCICAOBAHUIA.
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