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Annomayusn. PaccMOTpeHbI COBpEMEHHBIE JAaHHBIE 0 MAaKpO(HIOTeHIN OaKTepuii, apxel 1 9yKapHoT, 1 00CyK1a-
€Tcsl BOIIPOC O MOJIOKEHUH Ha «IPEBE KU3HM» SYKAPHOTHUECKUX OPTraHU3MOB, B KJIETKAaX KOTOPBIX €CTh XJIOPOTIIACTHI.
[TokazaHo, 4TO AYKapHOTHI, HECYIINE OKPY>KEeHHBIH JBOWHONH MeMOpaHOH XJIOPOIUIACT, MPOUCXOISAIINI HEMmocpea-
CTBEHHO M3 IIMAHOOAKTEPHH (TAaKOH XJIOPOIIIACT HA3bIBAETCS IEPBUYHBIM), PACTIONIATAIOTCS HA JIBYX YIAJIICHHBIX JPYT
OT Apyra BeTBsX (uioreHernyeckoro apesa. OHa U3 9THX BETBEH, Ha3bIBaeMasl cyneprpymnmoii Archaeplastida mmn
napctBoM Plantae, mpencraBieHa Ha3eMHBIMA MHOTOKJICTOYHBIMU PACTEHUSIMH, @ TAK)Ke 3€JICHBIMU, KPACHBIMH H TJ1a-
YKOQHUTOBBIMH BOIOpOCISIMU. AMeOBI U3 pofa Paulinella, Ha pUIOreHETHUECKOM PEBE 3yKapHOT PacIoiaraionnecs
cpenu BUJIOB cyneprpynmsl (nH(panapersa) Rhizaria, mproOpenn mepBUYHBIN XJIOPOIUIACT B Pe3yibTaTe He3aBUCH-
MOTO aKTa CHMOMOTeHe3a, UMEBIIEr0 MECTO OTHOCHTENBHO HenmaBHO — 90—140 MutH net Hazax. XiIoporuiacTsl mpo-
CTEHINNX, OKPY>KEeHHBIE TpeMs MeMOpaHaMu, TTOSBIIINCH B Pe3ylIbTaTe CUMOMO03a MEX/ly SYKapHOTHYECKOH KIIETKOM
1 DYKapHOTHYECKUMHU K€ 3€JICHBIMI WJIM KPACHBIMH BOJIOPOCIISIMH, yXKe 00J1a/laBIIUMH [TEPBUYHBIM XJIOPOTLIIACTOM.
BropudHble CHMOMOHTBI, HMEIOIIHE XJIOPOIUIACT, TIPONUCXO/SIINHA OT 3€JICHOH BOJOPOCIH, BO3HUKAIHN B 3BOJIOINU
110 MEHBIIEH Mepe JjBa pa3a: B JIMHUX OBIJICH U aMe0-XJI0papaxHHO(PHUTOB 3elIeHbIe BOIOPOCIIH, TPEBPATHBIINECS
B MX XJIOPOIIIACTHI, TAK)Ke pa3Hble. JyKapHOTHI, 00IaAal0Ie BTOPUYHBIMHU XJIOPOIUIACTAMH, MPOUCXOISIIIUMH OT
KpacHOH BOIOPOCIIH, IIMPOKO PACIIPOCTPAHEHB! B IPHPOJIE — OHU €CTh Y TIOJIOBHHBI Protozoa, mpeicraBuTeneil Bcex
kJaj, kpome Amoebozoa u Opisthoconta. [Ipennonaraercs, 970 BTOPHYHBIAH CUMONO3 ¢ KpacHOW BOJOPOCIIBIO MOT
BO3HHMKHYTH y OOIIIEro Mpe/Ka BCeX 3THX IPYIIIL, MOCIIe YeTo UMEITH MECTO MHOTOUHCIICHHBIC aKThI IIOTEPU U IPHOOpe-
TEHUS] BTOPHYHBIX XJIOPOIIACTOB. TPEeTHUHBIE XJIOPOILIACTHI, OKPYKEHHbIE YETBIPbMSI MEMOpaHaMH, €CTh Pe3yJIbTar
CUMOMO03a MEKY dyKapHOTHUECKOH KIIETKOH M KJIETKOH CO BTOPUYHBIM XJIOPOIUIACTOM.

Polyphyly of chloroplast carriers: where do plants are located
on the “tree of life”?
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Summary. Current data on the macrophylogeny of bacteria, archaea and eukaryotes are considered and the posi-
tion on the tree of life of Plantae is discussed. It has been shown that eukaryotes carrying a chloroplast surrounded by
a double membrane, originating directly from cyanobacteria, are located on two branches of a phylogenetic tree that
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are distant from each other. One of these branches, called super-group Archaeplastida, is represented by land plants
(Embyophyta), as well as green (Chlorophyta), red algaec (Rhodophyta), and glaucophytes. Amoebas of the genus
Paulinella, located on the phylogenetic tree of eukaryotes among the species of Rhizaria, acquired the primary chlo-
roplast as a result of an independent act of symbiogenesis that took place relatively recently — 90—140 million years
ago. The simplest chloroplasts, surrounded by three membranes, appeared as a result of the symbiosis between the
eukaryotic cell and the eukaryotic green or red algae, which already had a primary chloroplast. Secondary symbionts
with chloroplast, derived from the green alga, appeared in evolution at least two times: in the lines of Euglenoidea and
amoeba Chlorarachniophyta, the green algae that turned into their chloroplasts are also different. Eukaryotes possess-
ing secondary chloroplasts derived from red algae are widely distributed in nature — half of Protozoa, representatives
of all clades, except Amoebozoa and Opisthoconta, have them. It is assumed that the secondary symbiosis with the red
algae could occur in the common ancestor of all these groups, after which there were numerous acts of loss and ac-
quisition of secondary chloroplasts. Tertiary chloroplasts surrounded by four membranes are the result of a symbiosis

between a cukaryotic cell and a cell with a secondary chloroplast.

Uzyuenne Omopa3HooOpasusi pacteHuid (U pas-
HOOOpa3us JI0ObIX 00BEKTOB MaTePUAIBHOTO U He-
MaTepUAIILHOTO MHUPA) C HEU30E)KHOCTHEO CTaBUT
HCCIIeNIOBaTeNs Mepe]] He0OXOAUMOCThIO TIPUBECTH
M3yd4aeMOe MHOXKECTBO OOBEKTOB B cuctemy. lIpo-
Onema B TOM, YTO BO3MOXKHBIX CHCTEM Kiaccu(uka-
LMW KUBOTO, PABHO KaK W MPHUHIIUIIOB, JICKAIIUX B
OCHOBE Ka)KJIOH U3 TAKUX CUCTEM, MOXKET OBITh Oec-
KOHEYHOE MHOXKECTBO. McTopus cuCTeMaTHKH Io-
Ka3bIBAET, YTO MOXKHO YCIIEITHO Pa3AeisiTh O0BEKTHI
Ha TPYIIIHI [0 TIepBBIM OyKBaM an(aBUTa B MX HaW-
MEHOBAHUSX, [0 CTCIICHU IOJIE3HOCTHU [JIsI YCIOBE-
Ka, ¥, HAKOHEII, 110 CXOZACTBY T€X MM HHBIX MOP(O-
JIOTUYECKUX MPU3HAKOB OOBEKTOB KIIACCU(DUKAIMH
(Pavlinov, Lyubarskii, 2011; Lyubarskii, 2015; Pav-
linov, 2015). C ¢popmanbHOM TOUKU 3pEHUS, KaKaast
U3 MpeJIaraeMbIX KIIacCU(pUKAIMA UMEeT MPaBo Ha
CYIIECTBOBaHHUE, a C MPAKTHYECKOW, B HEKOTOPBIX
CIly4asix MOXeT ObITh yIOOHa OJfHa cCHCTeMa Kiiac-
cuuKaIuy, B APYyTrUX — IpyTasl.

[Ipunsito mymarh, 4TO 0OJEE «ECTECTBEHHOI,
Oosiee TpaBUIIBHOM, YeM WHBbIC Oy/leT Ta CHUCTEeMa,
KOTOpasi co3JaHa HauboJiee OMBITHBIM CUCTEMAaTH-
KOM, TIOCKOJIEKY «MMEHHO OH M TOJIbKO OH OJIVH,
MOKET COCTaBUTh HAWIYYIINH €CTECTBEHHBIN ITPH-
3HaK, 10O TIPU ITOM JIOJKHBI OBITh YYTCHBI BECbMa
MHOTOYHCIICHHBIE BUJIBI; BEIb BCAKHI BHJ [TpeOy-
€T| MCKIIIOYCHUSI KaKOH-HUOY/Ih U3JIHIITHEN 0COOCH-
Hoctm» (Linnaei, 1989, p. 120). IIpobiaema B ToM,
YTO «ONBITHBIX» CHUCTEMAaTHKOB W TIOCTPOCHHBIX
MU CHUCTEM CO BPEMEHEM CTaHOBHUTCS BCE OOIIbIIIE
Y 3aj1a4a ONpe/elIuTh, KaKasi U3 MPEII0KESHHBIX CH-
cTeM OoJiee «eCTECTBEHHAs» B CPAaBHEHHH C JIPYTH-
MU CHUCTEMaMH, CO BPEMEHEM CTaHOBUTCS €/Ba I
pa3pemnmMon.

Ho ecTh 0JHO HCKIIIOUEHHE: €CIM UCXOAUTh K3
napajgurMel, 4to HabnromaemMoe OnopazHOOOpasme
TaKCOHOB Pa3HOTO YPOBHS €CThb PE3yJbTar JIUBEp-
TCHIIMU BHJIOB JKMBOTHBIX M PACTCHHI, WMEBIIHX
HEKorJa OOINEero Mpeika, TOr[Aa CTENeHb «ecTe-

CTBEHHOCTH» BCEX CUCTEM, IOCTPOCHHBIX 110 (hrIIo-
TCHETHYECKOMY NPUHIHMITY, [I0 IPU3HAKAM, TOBOPSI-
IIMM O POACTBE OOBEKTOB MCCIIEIOBAHMS, OKa3bIBa-
eTCsI HKCIIEPUMEHTAIILHO poBepsieMoit. MneanpHast
«ECTECTBEHHas» cucTeMa (prIoreHeTH4ecKon Kiac-
CHU(UKALUKN JIOJDKHA TOJHOCTHIO COOTBETCTBOBATDH
peasbHON TeHealornd OOBEKTOB MCCIICAOBAHUS U
«ECTECTBEHHOCTBHY» Ka)KIOW M3 KOHKPETHBIX Ipe.-
JlaraeMbIX CHCTEM KiIacCU(pUKaUUKN U (QUIoreHeTu-
YECKHUX T'HIIOTE3 MOXKET OBITh OLIEHEHA celvac MiIH
CO BPEMEHEM IO CTENEHH NPUONMKEHUS K peallb-
HOH, UMEBLICH MECTO OBITh T€HEaJOrnd OOBEKTOB
MCCIIeIOBAHUSL.

TakuM 00pa3zoM, eciy Leib HAIIMX MCCIe0Ba-
HUH COCTOUT B CO3/IaHHM «ECTECTBEHHOW» (huio-
TCHETHYECKOM CHUCTEMBl PAaCTEHHM, TO CPEeAM BCEX
BO3MOXKHBIX IIPU3HAKOB I HAac 0coboe MecTo
JIOJKHBI 3aHUMATh IPU3HAKH, CBUCTEIbCTBYIOIINE
HE CTOJIBKO 0 MOP(OIOTUIECKOM CXOICTBE, CKOJIb-
KO O CTEIICHH POJCTBA OOBEKTOB MCCIICAOBAHMUS, HA
9YTO TEpBBIM OOpaTui BHUMaHHE, [O-BHIMMOMY,
Hapeun (Pavlinov, 2015, p. 44). C momeHTa, KoT/Ia
cTasa siCHa ONpeJeNsiomas pojib XpOMOCOM, a 3a-
tem JJHK B dopMupoBannn KomIjiekca Npu3HaKoB,
OTIIMYAIOLIMX OAWH TaKCOH OT APYroro, MMEHHO C
UCCIIeIOBAaHUSIMUA XPOMOCOM M T€HOMOB CTaJIU CBSI-
3bIBaTh HAJEK/Ibl HA MOCTPOCHHUE «ECTECTBEHHBIX)
cucteM XuBOTHBIX U pactenuil (Delone, 1915; Le-
vitskii, Kuzmina, 1927; Antonov, 2006; Zelenin et
al., 2016). Ha sto ectb Bce ocHOBaHus. B koHIlE
KOHIIOB, ’KM3Hb Ha 3eMJIC BO BCEX U3BECTHBIX HAM Ha
CETOAHSALIHMHN CHb NPOSBICHUSIX €CTh IPOLECC Iie-
pelnady JBYHUTEBBIX HYKJICHHOBBIX KHCIOT B ALY
KJICTOYHBIX TIOKOJICHUH. YHHUKaJIbHbIE 0COOCHHOCTH
JHK — pennmnnupyeMoil 1ByHUTEBOW HYyKJIEUHOBON
KHCJIOTBI, COCTOSIIIEH M3 JBYX KOMIIEMEHTapHBIX
Hene, B KOTOPBIX MPSIMO MM KOCBEHHO 3aKOUPO-
BaHa nHpOpMaLHst 00 0COOEHHOCTSIX CTPOCHUS TOH
KJIETOYHOH (HOpMBI KM3HH, TEHOMY KOTOpPOW OHa
NPUHAUIEKHT, AEIal0T ee OCHOBOW BCEH IapBu-
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HOBCKOHM cxembl 3BojtoImu. Permukanus JIHK kak
HOCUTENsT UHPOPMAIIMK HE MOXKET HITH Oe3 OIIu-
OOK KOIMPOBaHUS, YTO HEM30EKHO BIICUET 3a COOOH
n3MeHeHus B JIHK B psiy KII€TOYHBIX MOKOJICHUM
BCJIE/ICTBUE Jiperia MyTalluii U €CTECTBEHHOTO OT-
0opa mpH YCIOBMH, YTO YPOBEHb OLIMOOK peIuin-
KallMK HIbKe Karactpoduueckoro nopora (Koonin,
2014, p. 40).

Ilens nHamel craTbu — MOKa3aTh, KAKOE MECTO
3aHUMAIOT PacTeHUs B (PUIOTEHETHYECKH 0OOCHO-
BaHHOW CHCTEME YKHBOTO, MHa4Ye TOBOpS, Ha JpPEBE
KHU3HH.

Omnpenensss MOJOXKEHWE pPACTEHHM B CHCTEMe
mupa, Kapx Jluaneii (1751, mur. o m3ganuto Lin-
naei, 1989) momecTHn ux cpean OOKECTBEHHBIX
CO3MaHMi («HATypaidii») Kak OHO W3 IapCTB
NPUPOJIBI, KOUX BCETO TPU: MUHEpAIIbI, PACTCHHS
u kuBoTHbIe. B 1866 1. OpHer I'ekkens (Haeckel,
1866), He paccMaTpuBasi MUHEPAbI, MOJIArai, 4TO
JKUBOE MMEET CMBICI Pa3/IelUTh Ha TPHU I[apCcTBa —
pacTeHui, >KMBOTHBIX M Tmpocrtedmux (Protista),
Cpelr KOTOPBIX MBI BUAMM Monera (He UMEIOIIHe
BUJINMBIX CTPYKTYpP OpraHW3Mbl, B YACTHOCTH, OaK-
tepun). [lo3nHee o otHec kK Monera u nuanohu-
el (Haeckel, 1904). 3arem Koymmnug (Copeland,
1938) mpemoxkui pa3iessaTh KUBoe Ha 4 1apcerTsa:
He uMmeronue sapa Monera ['ekkens, o ero MHe-
HUIO, PaJIMKaIbHO OTJIUYAIUCH OT Apyrux Protista
U 3aCITy’KUBAJIM BBIJICNICHUS B OTJIENBHOE L1aPCTBO
(puc. 1). IIpu stom KoymmdHp oTaensn He UMero-
mux sigpa Monera (OakTepun M IIMAHOOAKTEPUH)
OT BCEX OCTAJBHBIX KUBBIX OOBEKTOB, OObEIMHEH-
HBIX UM B HE MMEIOIIYI0 TAaKCOHOMHYECKOTO paH-
ra rpynny “NUCLEATE ORGANISMS” — “In all
organisms except the Monera, the life of every cell
is conditioned by the presence within it of one or
more nuclei” — mumrer Koymmua (Copeland, 1938,
p- 392).

Ha ¢unorenerudeckoM apeBse, MpeacTaBIeHHOM
Koymmnnom (puc. 1), BUAHO, 4TO, TIO €0 MHEHHIO,
BXHEHIIIIM JTAlloM JBOJIONHUU OBIJIO OOpETCHHE
Spa, TMOCJe Yero B (UIOTCHETHYECKOH BeTBU 00-
JIaatoNHX SIPOM 00BEKTOB TUBEPTHPOBAIIN BETBU
napcra PacTeHui, 1aBIIMX HECKOJIBKO TPYIIIT ITHT -
MEHTHUPOBAHHBIX KTYTHKOHOCIICB U OPraHU3MOB C
LIEJUTIOJIO3HOM KJIETOYHOW CTEHKOH, U BETBb LIAPCTBA
JKMBOTHBIX, 0OBEIMHSIONIAS OPTAHU3MBI, B pPa3BH-
THHU KOTOPBIX €CTh CTaIUU ONaCTYIbI U TaCTPYIIbI.

Wnes paznenenust 5knBOro Ha iBe pOpMBI — KIIET-
K1 0e3 s1/ipa ¥ KIETKH C SPOM — CTaja Oy pHOH
nocne mosieieHus cratbu Cranuwepa m Ban Hwuma
«Konnenmus O6akrepuit» (Stanier, van Niel, 1962).
ITo mpemnmoxxkenuto Aunap> JIbBoBa, Oe3bsiaepHBIC

KIETKH OakTepuil M CHHE-3eJIeHBIX BOIOpPOCIEn
CTaJIi Ha3bIBaTh MPOKAPUOTHUCCKUMH, & UMEIOIIUE
SIIPO KIIETKU MPOCTEUIINX, PACTEHUH U 5KMBOTHBIX —
sykapuotuieckuMmu (Stanier, van Niel, 1962; Sapp,
2005); TepMUHBI 3TH BCTPEYAIUCH B OHOM U3 paH-
HUX crarei (paniysckoro mpotucronora Ilarro-
Ha (Chatton, 1925). [lomuepkHeM, 9TO pa3neiacHUE
KJIETOK Ha MPOKAPUOTHYECKUE U IYKAPUOTHUECKHUE
B crarbe Cranuepa u Ban Huna 6110 060cHOBaHO
¢ Mopdoornieckoid 1 OMOXUMHUYECKOH TOUeK 3pe-
HUS; B CTaThe OBUIH MEPEUYHCIICHBI BaxkHbIC audde-
PCHIUPYIONIUE OTIAMYUS DYKAPUOTHUECKUX H TIPO-
KapUOTUYECKHUX KJIETOK, TaKHE KaK OTCYTCTBHE Yy
MPOKAPHOT siipa U OpraHelll, OTCYTCTBUE Y HUX MU-
TO3a, OJHAKO B CTaThe HE OBIJIO TAKCOHOMHUYECKO-
ro Wwin (PUIOTCHETUYECKOTO «OTATOIICHU» (Sapp,
2005). Unest o TOM, 4TO pa3auuus MExay 00beKTa-
MH C NMPOKAPHUOTUYCCKUMHU KIIETKAMU H KJIETKAMH
9YKapUOTHYECKUMHU HACTOJIBKO 3HAYMTENBHBI, YTO
3aCTaBISIIOT TEPECMOTPETh CHUCTEMY IKHBBIX Op-
TaHU3MOB M OOBEIMHUTH XKMBOTHBIX U PACTCHUH
B onuo napctBo Eukaryotae (tax!), a 6akrepun u
CHHe-3elIeHble BOJOPOCIM B 1AapcTBO Procaryotae
(tax!), BHepBBIe, MO-BUAMMOMY, ObIJIa BBICKa3aHa
H.P. Traub (Traub, 1963, 1964; cm. taxxe Traub,
1975).

DTH, Ka3aJI0Ch OBI, XOPOIIO 00OCHOBAHHBIC BCEH
UCTOpUEH CPaBHUTENHHO-MOP(OIOTHUECKUX —HC-
CJICJIOBAHUH B3IVISI/IBI HA CUCTEMY JKUBBIX OpPTaHH3-
MOB OBUIM TIEPECMOTPEHBI, KOTJ]a CUCTEMY YKHBOTO
CTaJId CTPOUTh, OCHOBBIBASICh HA PE3yNIbTaTax CpaB-
HurenbHoro uccienoBanus JHK. TlepBonauanbHO
OCHOBHBIM METOJIOM OBLIO CpaBHEHHE BaJIOBOTO HY-
kineortuanoro cocrasa JIHK (Antonov, Belozerskii,
1961; Blokhina, Levanova, 1976) wiu cpaBHeHue
MOCTIEIOBATEIbHOCTEH aMHHOKHCIOT B HEKOTO-
pBIX, HE OYCHB IIUPOKO PACIPOCTPAHEHHBIX CPEIU
pa3HBIX 00BEKTOB OeJKax, TakuxX Kak ruToxpom C
(Fitch, Margoliash, 1967). Ha stom sTarne creneHb
€X07icTBa 00BEKTOB MOXKHO OBLIO OLIEHHBATH JIMIIIH
Ha YpOBHE MHUKpPOTakCOHOMHUH. KapauHanbHbIC 13-
MEHEHUS IPE/ICTABICHHUI O TOTIOJIOTHH «JIPEeBa KH3-
HU» TPOU3OILIN TMOCJe MyOIMKauyu HEOONbIION
crateu Kapma Béze (Woese, Fox, 1977). HoBuzna
1ojixojia, mpejiokeHHoro Bése, cocrosiia B TOM,
YTO POACTBO HE MMEIONIUX OOIIUX MOP(hOoIoruie-
CKUX TIPH3HAKOB OOBEKTOB OIEHHUBAIOCH IYTEM
CpaBHEHHS TOCJIEIOBATEILHOCTEH TEHOB, KOTOPHIC
€CTh B TEHOMAaX BCEX JKMBBIX OPraHU3MOB, U, Oolee
TOTO, TEHOB, TIPOAYKTHI KOTOPBIX B KJIETKaX CPaBHU-
BaeMbIX 0OBEKTOB BBITIOJIHSIOT OJIHY U TY K€ (QyHK-
0. TakuMH TTOCIENOBATEILHOCTSIME  SIBIISTIOTCSE
reasl pudocomasix PHK (Woese, Fox, 1977).
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«OK13HB eCTh CIoco0 CYIEeCTBOBAHMUS OEIKOBBIX
tem» (Engels, 1955) — oTcioma ¢ HEM30€KHOCTHIO
CJIC/IYET, YTO BCE U3BECTHBIC HaM KJICTOYHBIE (op-
MBI KM3HA UMEIOT amnmapar OeJKOBOTO CHHTe3a —
prOOCOMBI, B COCTaB MaJlol CyObeIMHUIIBI KOTOPBIX
o0s13arenbHO BXoauT Moekyina 16S—18S pPHK, a B
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pPHK (Jacq, 1981).

3 wvalid Animalia
Smm' (Metazoal
T Fungs 7,

Sponges
Infuseria
Origin of blastuls
and gastrula, and

of the Animal Hingdom

everal
fgroups of

Puc. 1. O6mas ¢unorenuns opranu3mos 1o X. ®@. Koymmuay (Copeland, 1938).
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Pesynbrarhl, nonyueHuole Bé3e ¢ coaBropammu
(Woese, Fox, 1977; Woese et al., 1990) u ux mo-
CJIeZIOBATENSIMH, BIIEUATIISIUIN: Ka3aBIIHUECS HEOCIIO-
PUMBIMHU TIPEJICTABJICHUS O JIUXOTOMHHU >KUBOTO, O
JIEJICHUH JKUBOTO Ha MPOKAPUOT M dYKAPHOT YCIOXK-
Hwirck. CpaBuenue 18S pPHK, a 3arem n mHOrmx
JPYTUX TE€HOB, CBS3aHHBIX C WH()OPMAIIMOHHBIMU
mporieccaMu B KJIETKaX, MOKa3alo, 4YTo CyIIeCTBYET
HE JIBa, & TPU «IIEPBUYHBIX APCTBAY, IMOTYyUUBIIHX
repBoHaYaIbHO HaszBaHms Eubacteria, Archaebac-
teria u Eukaryotes, mo3gHee nepeMMEHOBaHHBIX B
Bacteria, Archaea u Eucarya (Woese et al., 1990).
PeanbHOCTB CyIIeCTBOBaHUS 3TUX TPEX MEraTakco-
HOB HE BBI3bIBAET COMHEHHUS, OJTHAKO (DHIIOTCHETH-
YeCKre OTHOIIEHHS MEXIy HUMH J0 CUX ITOp OCTa-
IOTCS TPEAMETOM JUCKyccui. J[eso B TOM, 4TO eciiu
CpaBHEHHWE BECTH 10 T€HaM, CBA3aHHBIM C BHYTpPH-
KJICTOYHBIM METa0oJIM3MOM, CHTHAIbHOH TpaHC-
JYKIIFeW, TOHHBIM TOMEOCTa30M, SHEPTETHYECKUMHU
rporieccamu B KiieTke, To Eucarya u Bacteria moryT
MOTIACTh HA OJIHY BETBb JPEBAa, CECTPHHCKYIO BET-
Bu Archaea, m Ha00OpOT, €CM CpaBHUBATH TCHHI,
CBSI3aHHbIE C HMH()OPMALMOHHBIMH TPOLIECCAMH
(peruMKanyielt, TPAaHCKPHITLIUEH, TPAHCISAIUEH), TO
Bacteria oka3bIBalOTCsI CECTPUHCKOW T'PYIIIION JIJIst
BeTBH, oObenuHsromeld Archaea u Eucarya (Lake
et al., 1984; Horiike et al., 2002; MacLeod et al.,
2019).

Kro u3 apxeit HamOosee OIM30K MO TEHOMHOM
JHK sa5py sykapuoT BBISICHIIIOCH B TIOCTIETHEE Bpe-
Ms. Hambomblliee 4uCiio rOMOJIOTOB XapaKTEPHBIX
JUIsl 3YKapUOT I€HOB HAlJCHO Y HEAABHO OTKPBITOM
cyrepkIiasl rryookoBoaHbIX apxei Lokiarchaeota,
Thorarchaeota, Odinarchaeota u Heimdallarchaeo-
ta, momy4mBIIel 0000meHHoe Ha3BaHue Asgard. 13
Hux Heimdallarchaeota, mo-sumumomy, HamOonee
01130k K dykapuoraMm (Spang et al., 2015; Zaremba-
Niedzwiedzka et al., 2017; MacLeod et al., 2019).
[Ipeanonaraercs, ato Lokiarchaeum u poICTBEH-
HBIC UM apXeu MOTYT UMeTh IuTockeneT. Y Loki-,
Odin- n Heimdallarchaeota HaiineHnsr BxomsIme B
COCTaB IIUTOCKEJIETa U CIIOCOOHBIC B3aUMOJICHCTBO-
BaTh C JYKapHOTHYECKHM AaKTHHOM TPO(UIUHBI
(Akil, Robinson, 2018; MacLeod et al., 2019). Ak-
THH — O€JOK, OOLIMiA U1 dyKapuoT u Asgard, — He-
00xomuM st (haroIuTo3a y SyKapuoT, TO €CTh ISt
AKTHBHOTO TOIVIOIIEHHs MUINEeBbIX yactul. Cro-
COOHOCTh K (DaroruTo3y Moria OOJerduTh Mpruod-
peTeHue KJIETKOW IpeiKa MUTOXOHJPUH, HAIAYUE
KOTOPBIX CIIY’)KHT OJTHUM M3 KITFOYEBBIX MMPU3HAKOB
JYKapHoT, a TaKKe MPEIKOB XJIOPOILIACTOB. Y BCEX
apxeil cynepdunbl Asgard HaliileHBl TOCIEIO0Ba-
TEIBHOCTH, TOMOJIOTUYHBIE TEM, KOTOPBIC Y DYKapH-
OT KOIUPYIOT curHaiibHbie entu sl (ESP), obecre-

YUBAIOIIHE TPAHCIIOPT MPOTEUHOB UEPE3 MEMOPAHBI
13 KOMITAPTMEHTa B KOMIapTMeHT. KpoMe akTuHa 1
MPO(MIMHOB y 3TUX apXeil ObIIN BBIABICHBI U TO-
MOJIOTH BaXKHBIX JJIsl 3YKapUOT OEIKOB, CBS3aHHBIX
C CUCTeMOH yOWKBHUTHH-OMIOCPEIOBAHHON CHCTEMBI
Jierpajiandu npotenHoB. Pubocomel Lokiarchaeum
Ommke K ppdocoMaM IYKapHOT, YeM JIFOObIEe IpyTre
MpokaproTHYeckne pudbocomsl (Spang et al., 2015;
Zaremba-Niedzwiedzka et al., 2017; MacLeod et
al., 2019).

Takum o0pa3om, cedidyac Tpex-JAOMEHHas CH-
cTema >KHBOTO, TpemoxenHass Béze (Woese, Fox,
1977; Woese et al., 1990), TpanchopmupoBaiack B
JIBYX-IIOMEHHYIO, Ha3bIBAEMYIO «30IUTAPHON THITO-
Te30i» (POIMTHl — OMHO W3 HA3BaHWH TPYMIBI ap-
Xei, K KoTopol Om3ku Asgard-apxen) (puc. 2).

Brrmre, xorma peds mmia 0 poACTBEHHBIX OTHO-
HICHUSAX OaKTepHid, apXel U 3yKapHOT, roBOps 00
9YKapuOTaX, Mbl UMEIH B BHUIY SIPO DYKAPUOTH-
YECKOW KIIETKHU M ero TeHoM. OHaKo 3yKapuoTHye-
CKasl KJIETKa TOJIMTCHOMHA U YCTaHOBJICHHUE 3TOTO
(hakTa SBIAETCS OAHUM W3 BAXKHEHIIMX OTKPBITHMA
B Ouosiornu koHna XX Bexa. IMeHHO TOorna ObLIn
MONy4eHbl  MOJIEKYJIIPHO-TEHETHYECKHe J0Ka3a-
TETHCTBA MPOUCXOKICHUS DYKAPHOTUICCKOU KIIET-
KH B pe3yJbTaTe CUMOMO03a HECKOJIBKUX MPOKAPH-
OTUYECKUX OPTaHU3MOB PA3HOTO MPOUCXOKICHUS.
Cama wujess CUMOMOTEHHOTO IPOUCXOXKJICHUS JY-
KapUOTHUYECKON KIIeTKH He HoBa — eif Ooiee 100
net. ['unore3y o ToM, 4TO XJIOPOILIACTHI pPACTEHUN
MIPOU3OIILIN OT IUAHOOAKTEpUH, a SAPO OT KaAKOW-
TO MHUKPOKOKKOBOM OaKTepHUH HJIM MHKOILIA3MBI,
MOTJIONIEHHOH aMe0OUTHON KJIETKOMU, BIIEPBBIC BbI-
ckazan mpodeccop Kazanckoro yausepcureta K. C.
MepesxkoBckuii (Mereschkowsky, 1905, 1910). He-
CKOJIBKO TI03%e mpodeccop BopoHekckoro yHuBep-
curera b. M. Kozo-ITonsiackuit (Kozo-Polyanski,
1924) pa3BuBan Mae0, 4TO HE TOJIBKO XJIOPOILIA-
CTBI ¥ A7IpO, HO ¥ MUTOXOHPWH, KIIETOYHBIHN LIEHTP,
KOMIUTIeKC [OJIb/KH U IIUCTEPHBI 3HJOIIa3MaTH4e-
CKOW CeTH — BCE ATO €IWHAas MHOTOKOMITOHEHTHAas
CUMOHOTHYECKAs] CHCTEMa, KOMIIOHEHTHI KOTOPOM
UMEIOT OaKTepHaNbHOE MTPOUCXOXKICHUE. DKCIIEPH-
MEHTAJIbHOE TOATBEPXKIACHUE STUX HICH MPOIIIO
yepe3 HEeCKoJIbKO 3TanoB. [Ipexae Bcero, nurodo-
TOMeTpHU4Yeckn ObUTO ycTanosieHo, uto JIHK ecth
B tuactugax (Ris, Plaut, 1962) nu MutoxoHIpUsIX
(Nass M. M., Nass S., 1963). 3arem ObLJ10 TIOKa3aHO,
YTO TEHOM MHUTOXOHJIPHI POJICTBEHEH TCHOMY ajlb-
¢a-iporeobakTepuii (Bonen et al., 1977; Battistuzzi
et al., 2004; Roger et al., 2017), a reHOM XJIOpOTIJIa-
CTOB — TCHOMY CHHE-3€JICHBIX Bomopociei (Wose,
Fox, 1977; Battistuzzi et al., 2004).
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Ecnu mpunATH M300pakeHHYI0 Ha pHC. 2 cXe-
MYy IIPOHUCXOXICHUSA JYKAapUOT, Mbl BIIPABE OXKU-
JIaTh, 9YTO B OCHOBAHUM (DMIIOTEHETHYECKOTO JpeBa
9YKapHoT JOJKHBI PacIojaratbCs OPTaHU3MBI C
JYKapUOTHYECKUM SIIpOM, HO 0e3 MHUTOXOHIPUN
U, BO3MOXKHO, 0e3 komiuiekca [onbmxu (Cavalier-
Smith, 1983; Sokolova et al., 2007). Takue 3yka-
puoThI U3BeCcTHHI — 3TO0 Entamoeba, Microsporidia,
Parabasalia, Diplomonadida. Onnako nanbHei1me
HCCITEIOBAHUS MTOKA3aJIM, uTO B KJIETKaxX mapabasa-
JIUJT TIPUCYTCTBYIOT OCOOBIE TENbIA — THPOTEHOCO-
MBI, B KOTOPBIX TPOTEKAIOT PEaKkiuu OeCKHCIOPOI-
HOTO 3Tara OKHUCIUTENBHOTO (HOCHOPHIHPOBAHIS;
B KIIeTKax MHKpocropuauii, Entamoeba n Giardia
€CTh TCJIbI1a MHOI'O THUIIA, HA3BAaHHBIC MUTOCOMAaMH,
B KOTOPBIX NMPHUCYTCTBYET OOJIbIllee WM MEHbIIEe
KOJIMYECTBO aHA3POOHBIX MUTOXOHAPHAILHEIX (hep-

L
»
L]

Cvano-
« bacteria

|

. a-proteo-.

. > {_f_‘ HKusorHBIE
‘ bacteria ':—P“"Tmaﬂl .g Archaea

MEHTOB, B Hambosee peAylUpOBaHHBIX CIydasx —
tonbko Fe-S knactepst. (Miiller, 1993). I'uaporeno-
combl 1 mutocomsl He umerotr ITHK, Ho npencras-
TSIOT c000M pelyliupoBaHHbIe MUTOXOHIpHUU. Kak
¥ MUTOXOHJIPYH, OHU OKPY>KEHBI TBOMHON MeMOpa-
HOH, a OOJBIIMHCTBO PabOTAIONIUX B HUX OCIKOB
KOJMPYETCS SIAPOM, CHHTE3UPYeTCs B IUTOIIA3-
M€ ¥ TOCTYIMAaeT B HUX MPU YYACTHH CHUTHATBHBIX
MENITHIIOB, CXOXKUX C CHUTHAJIHHBIMH TENTHIAMH,
paboTarIKUMU TIPH TIPOHUKHOBEHUHU MPOTCHHOB B
mutoxonapuu (Van der Giezen, 2012; Roger et al.,
2017). Hakonern, Obutn OOHApyKeHBI aHA3POOHBIC
WHQY30pHH U3 KHUIICYHWKA TapakaHOB, KOTOPHIC
coxpanmnu B ruaporeHocomax JIHK. CexBenupo-
BaHUE T0KA3aJI0 €€ CXOJCTBO C MUTOXOHIPHATILHON
JIHK (Akhmanova et al., 1998).

) =Y
\
&

S

Bacteria —

Oomnui npegox —
MpO- H 3VYKAPHOT

Asgard —

Puc. 2. CumOunoreHes: npoucxoxIeHHEe dyKapHOTHIECKON KIIeTKH, OakTepuii u apxeit (no: Bogorad, 2008, moxudu-

LUPOBAHO).

[To ompeneneHn0, HET SYKAPHOTUICCKHUX KIIe-
TOK 0€3 si7ipa, HO YAUBHUTEIBHO, YTO HET SYKAPHOTH-
YECKHX KJIETOK, Y KOTOPBIX HET MUTOXOHPUI WITH,
o KpaliHe# Mepe, y IPEIKOB KOTOPBIX HE OBLIIO MHU-
TOXOH/IpUii. Bce aykaproThl UMEIOT 00IIEero npeaka
KaK M0 JIMHUHM SI7Ipa, TaK ¥ MO0 JIMHUK MUTOXOHJIPHH.
WHbIMU  CTTOBaMH, JyKapHOTHYECKas KIETKa BO3-
HHKJIA OJHAXIBI, U HA4Yaja0 SBOJIIOIMOHHON HCTO-
PHH 3YKapUOT HEOTNEIMMO OT TIOSIBICHHUS CHMOM-
OTHYECKOH CHCTEMBI, COCTOSIICH W3 TpeNKa sijapa
(apXeHHOTO WITH XUMEPHOTO MO MPOUCXOKICHHIO) U
npenka matoxoHapuii (Martin, Miiller, 1998; Koo-
nin, 2010).

[Tepeiinem Teneps K ONpEaeIeHUI0 MeCTa, KOTO-
poe pacTeHHs 3aHMMAIOT Ha JApeBe XH3HU. [locie
TOro, KaK CTaJo0 OYEBHIHBIM, YTO JaHHOE ApH-
cTOTeNeM, TO/IepKaHHOe M pa3BuToe JInHHEeM,
OTIpe/ieNIeHHe PAaCTEeHHs KaK «Teja, )KHUBYIIETo, HO
HE YYBCTBYIOIIETO, MPUKPEIICHHOTO K OIPE/IesICH-
HOMY MECTy WJIM OCHOBAaHHMIO, OTKYy/la OHO MOXKET
NoJTy4aTh TNHUTaHWE, YBEIMYMBATHCS M, HAKOHEII,
PacIpOCTPAHSITHCS» HECOCTOSTENBHO, PACTCHHIMH
CTaJIM CYUTATh SYKaPHOTHIECKUE OPTaHH3MBI (TOJIb-
KO MHOTOKJIETOYHBIE MITH KaK MHOTOKJIETOUHBIE, TaK
¥ O/THOKJIETOYHBIE), KOTOPBIE UMEIOT, HIIH HX TPEe-
ku nmend, xioporuractel (Copeland, 1938). Ocra-
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BQJIMCh HESICHBIMU OTHOIICHHUSI BBICIIUX PACTEHHH
U 3€JIEHBIX BOJOPOCIEH C APYTUMHU MPOCTEHIINMHU
(OIHOKJICTOYHBIMH), WMEIOIIUMH  TUIACTHJIBI,
rantoUTOBBIMH, KPHUIITOMQUTOBBIMH, 3BIJICHOBBI-
MU BOJOPOCISAMH, TuHOGaresaTaMu u np. Koy-
IUIDHJI, HANPUMEp, MPOPOUECKU JIOMYCKANI, YTO UX
XJIOPOTUTACTBI MOTYT OTIMYATHCS OT XJIOPOTUIACTOB
pactenuti (Copeland, 1938, p. 412).
dunoreHeTHYECKOE JPEBO IYKAPHOT, pa3pado-
TaHHOE Ha OCHOBAaHMH CPaBHEHUSI MHOKECTBA I'CHOB
TeHOMA sIJIep DYKAapUOT Pa3HBIX CHCTEMATHYCCKHX
rpynn (Nozaki et al., 2007; Dorrell, Smith, 2011;
Burki, 2014), npuseneno Ha puc. 3. [Ipexnae Bcero,
OTMETUM, YTO C MOJICKYISPHO-(QHIOTeHETHIECCKOM
TOYKH 3PCHUSI COBEPIIEHHO HECOCTOSATENHLHO Tpe]l-
narasieecst Burrakepom n Maprynuc (Whittaker,
Margulies, 1978) oObenuHEHHE OJHOKICTOUHBIX
Bojiopociieii ¢ rpubamu. [lo maHHBIM MOJIEKYISp-

HOU ¢unorenuu, Bce rpudbl — Fungi u Mukpocro-
pUIMM — HApSAJY C MHOTOKJICTOYHBIMH JKHBOTHBI-
MU OTHOCSTCS K cymnepkiaze Opistoconta, Torma
kak Jlabupuntyner (Labyrinthulea) u OomurieTs
(Oomycetes), panee OTHOCUMBIE K IpubaM, B 4acT-
HOCTH, XOPOIIO W3BECTHBIM IATOre€H MAaCICHOBBIX
¢urodropa, B JEHCTBUTEIHHOCTH TAKOBBIMH HE
SBISTIOTCSI. OHM OTHOCSATCS K BeTBH CTpamMeHOIH-
noB (Stramenopiles, Heteroconta), cpenu KoTopbix
MHOTHE KaK OJHOKJICTOYHBIC, TAaK U MHOTOKJIETOY-
HBIE BOJIOPOCIH — OypbIe, TUaTOMOBBIC, 30JIOTUCTHIC
BOJIOPOCIIM. DTa BETBb SIBJISIETCSI CECTPHHCKOM 110
oTHouIeHuto Kk Dinozoa n Apicomplexa u BXOJHT B
cynepkiany SAR.

Btopoe BaxxkHOE 00CTOATENTHCTBO TpebyeT oc-
MBICTICHHSI: HOCHTENIM XJIOPOIJIACTOB pacrioyiara-
IOTCSI Ha Pa3HbIX (DUIIOTEHETUYECKUX BETBSAX JpeBa
JKU3HH, HO TIPU 3TOM MHOTOKJICTOUHBIC 3€JICHBIE

SAR Clade
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Bl Telonemid Foraminifera [l
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Opisthoconta & sBTopHuHLIe KpacHEIE
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Puc. 3. @unorenerndeckoe npeBo sykapuor (mo: Dorrell, Smith, 2011, moguduimposano). CTpeiKu MOKa3bIBAIOT
HanOoJsee BeposiTHOE TIoJIokeHne kopHs apesa (Koonin, 2010).
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pacTeHus, 3eJeHble, KpacHble U TIayKO(PHUTOBBIC
BOJIOPOCIN (POPMUPYIOT OJHY KJIaJy, OJIMH TaKCOH
Archaeplastida (Adl et al.,, 2005), Ha3bIBaeMbIii
Take mapctBoMm Plantae (Ruggiero et al., 2015a,
b). B npenesnax 3Toit BETBY BUJIUM 3€JICHBIC MHOTO-
KJICTOYHBIE PACTECHUsI, 3€JICHbIC BOJAOPOCIU U MXH
(Viridiplantae) (Rodriguez-Ezpeleta et al., 2005;
Dorrell, Smith, 2011; Burki, 2014). Xnoponactsr
Archaeplastida Bo3HUKIIM B pe3ysibTare cCUMOMO03a
JYKapUOTHICCKOW KICTKH C ITMaHOOAKTepHueH, 1o
pa3HBIM OIleHKaM, 6oee 1,5 mipn et Hazax (Yoon
et al., 2004; Parfrey et al., 2013; Lhee et al., 2019)
— 9TO TaK HAa3bIBAEMBIC IICPBUYHLIC XJIOPOILIACTHI.
W3 u3ydeHHBIX HA CETOMHS CBOOOTHOXUBYIIUX
UaHOOAKTepUil K TpeaKaM XJIOPOILIACTOB OJIIKe
Bcero Gloeomargarita lithophora (Ponce-Toledo
et al., 2017). I1o monekynsipHO-PUIOTEHETUIECKUM
JJaHHBIM, q)HJIOFeHeTI/I‘IeCKI/Ie BCTBU IIPEAKOB XJIO-
porutactoB U Gloeomargarita pa3olIIUCh OKOJIO
2,1 mupa. jet Haszaj, ool npenok Archaeplastida
xwmin 1,9 mapa. net Hazaa, Rhodophyta nusepru-
poBanu 1-1,6 mupa. net Hazan, a pagauanus Chlo-
rophyta u Streptophyta nHauanace 542 mmH—1 Mupg
netr Hazax (Sanchez-Baracaldo et al., 2017). Dtu
pacdeTsl, B 00IIEM, COITIACYIOTCS C MMajJeOHTOIOTH-
YCCKUMH JaHHBIMH, K COXKAJICHUIO, ITOKa HEMHOI'O-
YUCJIICHHBIMU — Haneoo6pa3uLI JOCTOBEPHBIX MHO-
TOKJIETOYHBIX KPACHBIX BOJOPOCIIE UMEIOT BO3PACT
1,0—1,6 mapx net (Bengtson et al., 2017; Gibson et
al., 2018).

IToquepkHeM, 4YTO, 3a OJAHUM HCKIIIOUEHHEM,
MEPBUYHBIC XJIOPOIIACTBI BCTPEUAIOTCS TONBKO Y
opranu3MoB kiajiel Archaeplastida. EnuncTBerHOE
HCKIIFOUEHUE — 3TO TpH Buma amed Paulinella chro-
matophora, P. micropora n P. longichromatophora,
KOTOpbIE TIO pe3ynbTaTtaM cexkBeHupoBanus pIHK
ornpeneneHHo otHocsTes kK Cercozoa (cymneprpyra
Rhizaria — cm. puc. 3) (Bhattacharya et al., 1995),
OJTHAKO MMEIOT XJIOPOTIACTBI, IPOU3OIIE/IINE B pe-
3yIbTaTe MEePBUYHOTO CUMOHMO3a ¢ Synechococcus-
nozi00HoM anbda-1manodaKTeprei, UMEBIIIEro Me-
CTO OTHOCHUTENBbHO HeZaBHO — okojio 90-140 muH
net Hazan (Delaye et al., 2016; Zhang et al., 2017,
Lhee et al., 2019). I'enom xnoporuiacroB Paulinella
CIWJIBHO PEAyILHUpOBaH, B HEM OCTajioch okono 40
% reHoB OoT reHoma ImaHobakTepuu (Lhee et al.,
2019); ux geneHue CHHXPOHU3WPOBAHO C JETCHH-
€M KIICTKU-XO35AWHA,; TaK K€ KaK XJIOPOIIIaCThI BbIC-
IIMX PACTCHUH, 3€JIEHBIX M KPACHBIX BOJOPOCIEH,
OHH HECIOCOOHBI K )KM3HH BHE KJICTKU-X03s1Ha (de
Vries, Gould, 2018). Takum 0o0pa3om, CHMOHUOTEHE3
MEX/1y JyKapuOTHYECKON KIIETKOW M IHaHoOaKTe-
pHei, B pe3ylibTaTe KOTOPOTO BOSHUKIIM OPTaHU3MbI

C MCPBUYHBIMHA XJIOPOILJIACTaMH, B UCTOPUHN 3emau
HMMeEJl MECTO IO KpailHEN Mepe ABaX/Ibl.

OO6paTyM BHUMaHHUE Ha €I OIHO BayKHOE CJeI-
CTBHE, BBITEKAIOIIEE U3 PACCMOTPEHNSI COBPEMEHHO-
TO0 JiepeBa 3yKaproT: MHOTOKJIETOUHOCTh BO3HHUKAJIA
HE3aBUCHMO U HECOJHOKPATHO B PA3HLIX BETBAX. Ml
BUJIUM MHOT'OKJICTOYHBIC OPTraHU3MbI B JIBYX BETBAX
Arhaeplastida — y kpacHBIX BOIOpOCIIEH U y COBpe-
MEHHBIX HA3€MHBIX PACTEHUH, KOTOPbIE IPOUCXOMAST
OT OJIHOKIICTOYHBIX 3€JIEHBIX BOJOPOCICH, 8 HMEH-
HO oT xapoBbiX (Charophyta) (Graham et al., 2000).
O‘ICBI/IILHO HE3aBUCHUMOC IMPOUCXOKACHUEC MHOIO-
KJIETOYHBIX OypbIx Bojopociei (Stramenopiles).
Haxowner, MHOTOKJIETOUHBIE (DOPMBI HAXOUM B CY-
nepkiane Opisthoconta, Tie oHa HE3aBHCUMO BO3-
HUKJIa y TPHOOB U y )KUBOTHBIX.

HccnenoBanue XJIOpOILTACTOB JAMHODIArEIUISAT,
FaHTO(l)I/ITOBBIX, KCﬁHTO(bI/ITOBBIX, AUAaTOMOBBIX BO-
Jlopociiel, XJopapaxHHO(UTOBBIX amMed ToKasalo,
YTO UX XJIOPOIUIACThbI OKPYIKEHBI MOIIOJIHUTCIIbHBI-
MU MeMOpaHamu, B psijie CIy4aeB COIepKaT He-
OoJibIIKe, CHIBHO PEIYIIUPOBAaHHBIE siApa IO CTPO-
eHUI0 M (PYHKIIMOHMPOBAHUIO 3YKAPHUOTHUYECKOTO
tuna. Ux JIHK poncrsenna snepuoii JJTHK B on-
HUX ClIydasaX KpaCHbIX, B JPYIUX — 3C€JICHBIX BO/0-
pocIieid, 4To yKa3blBaeT Ha WX MPOUCXOXKICHUE OT
KpaCHBIX MJIM 3CJICHBIX OJHOKJICTOYHBLIX BOJOPOC-
JIell — U JI0Ka3bIBAECT, YTO MEPE] HAMU Clydan BTO-
puunoro cumbOuo3a (Keeling, 2010; Dorrell, Smith,
2011; Burki, 2014). Jloka3areascTBO 3TOro (hakra
OOBSCHUIIO HEOIHOKPATHO OIMHUCHIBABIIMECS paHee
MmapaaoKChl, BBIABIABIINUECA IIPU CPaBHUTCIIbLHO-
MopdoNoTHYecKuX —HucclenoBaHusx. Hampumep,
XJIOPOIUTACT 3BIVICH, MO CBOMX XapaKTEPUCTHKaM,
OJM30K K XJIOPOTUIACTaM 3eJICHBIX BOJOPOCIEH, HO
10 XapaKTECPpUCTUKaM dipa U TUTOIIa3Mbl 3BIJICHbBL
ommwke k TpumaHocomam (Keeling, 2010). Bunsrt
CO BTOPHYHBIMH XJIOPOIUTACTAMH HIMPOKO PacIpo-
CTPaHCHBI CpEan HpOCTeﬁmHX — HUX HET TOJIBKO
cpenn opraHu3smoB kian Archaeplastida, nmero-
HIMX TIePBUYHBIE XJOporuacTel 'y Opistoconta u
Amoebozoa, BooOIIe HE UMEIOUIMX aBTOTPO(HBIX
npencrasureneit (cM. puc. 3). B To xe Bpewms, 1mo
onenke Kapanbe-Cmurta (Cavalier-Smith, 2004),
OKOJIO TOJIOBUHBI MPOCTEHIIMX HECYT BTOPUYHBIE
XJIOPOIUTACTHI, MPOHUCXOMSIIIE M3 KPACHBIX BOJIO-
pocneit. IIpu 3ToOM BO Bcex Kiiajlax €CTh BUIBI, Y
KOTOPBIX HET XJoporuiacToB. [Ipenmnomnaraercs, 4To
BTOPHYHBIA CUMOMO3 C KpacHOW BOIOPOCIbBIO MOT
BO3HUKHYTH y OOIIIETO MpeJika BCeX 3TUX TPYI, MO-
CJIe Yero UMeEJIM MECTO MHOTOUHCIICHHBIC aKThI T10-
TepU W TPUOOPETEeHHs] BTOPUYHBIX XJIOPOIUIACTOB

(Cavalier-Smith, 1999; Keeling, 2010).
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Broprunble CHMOMOHTBHI, HUMEIOIIHE XJIOPO-
I1ACT, MPOUCXOASIIMNA OT 3€JI€HON BOIOPOCIIH, BO3-
HUKaJIM B 3BOJIIOIMK IO MEHbIIIEH Mepe JIBa pa3a:
B JIMHHSX DBIVICH H aMe0-XJIOpapaxHUO(DUTOB, MPH
9TOM 3eJIEHBIE BOJOPOCIH, MPEBPAaTHBIINECS B HX
xJoporutacTsl, Taxke pasubie (Keeling, 2010; Dor-
rell, Smith, 2011).

Eme onna urepanust cuMO61o3a MpuBesia K BO3-
HUKHOBEHMIO TPETHYHBIX XJIOPOIUIACTOB, KOTIa
HOBBIM XJIOpPOTUIACT 00pa3oBajicsi B pe3yJbTare
cuMOno03a C BOAOPOCIBIO, YK€ MMEBIIEeH BTOPHY-
HBII XJIopoIuiacT. Takue XJIOpPOIIACThl OKPYKEHBI
yeteipbMst MemOpanamu (Keeling, 2010). Takas cu-
Tyalusi XOpOIIO JOKYMEHTHPOBaHA B HECKOJIBKHX
BETBSX TUHOMIATEIIAT, IJie Hapsay CO BTOPUYHBI-
MH XJIOPOTJIACTaMH, TMPOUCXOJAIIMMU OT KPacHOMH
BOJIOPOCITH, €CTh TPYIIIHI, Y KOTOPBIX «HOBBIE» XJIO-
poriacTel 00pa3oBaIUCh B pe3yJbTaTte CHUMOHMO3a
¢ ranTo(GUTOBBIMH, B JIDYTUX BETBSIX — C JUATOMO-
BBIMU M KpuntoputoBeiMu Bosopocisimu (Dorrell,
Smith, 2011).

Pestomupys, erne pa3 moguepKHEM: KHUBBIE Op-
TaHW3MBI, HECYyIIHe IEpPBUYHBIM XJIOPOIJAcT, MO

pe3ysbTaTaM aHaiu3a sICPHbIX TeHOMOB, HAXOIUM
B JIByX CylepKjaaax: Ooybllas 4acTb M3 HUX CO-
craBnsier cynepkiany Archaeplastida, Bkirouaro-
IIyI0 Ha3eMHbIC PACTCHUsI, KPacCHbIC BOIOPOCIH
(Rhodophyta), rnaykodurtoBeie (Glaucophyta) u
3eJICHbIC BOJIOPOCIH, U BTOpas HEOOJbINAs rpyIa
(hOTOCUHTETUKOB — HOCUTEJICH MEPBUYHBIX XJIOPO-
TUTACTOB — 3TO HECKONbKO BUNOB Paulinella. Kax-
Jiast M3 ATUX TPYI MOHO(DHUIICTHYIHA.

Hcropus ¢ BTOpUYHBIMU U TPETUUHBIMU XJIOPO-
acTaMi — HaMHOTO cioxkHee. OHHM MOSIBISUTUCH
HEOJTHOKPATHO M HE3aBUCHMO BO BCEX CyIMepKia-
nax, kpome Opisthoconta ¢ Amoebozoa (cM. puc. 3)
U MHOTOKPATHO Tepsutuch. 11oaToMy, eciau Mbl Oy-
JEM CHUTATb PACTCHUSAMU B HIMPOKOM CMBICJIE BCC
TE OpPraHU3Mbl, KOTOPbIE MUMEIOT XJIOPOILIACTHI, TO
[IPEICTAaBUTENICH PAaCTEHUN Mbl HaXOJUM BO BCEX
cymnepkiazax Kpome yxke HazBaHHbIX Opisthoconta
u Amoebozoa.

BaarogapuocTn
HccnenoBaHue BBINOJIHEHO 110 T0OC3aJaHUIO
AAAA-A18-118040290 161-3.
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