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ITEPBUYHAS CTPYKTYPA I'EHA 28S pPHK
IHOJATBEPXKJIAET POJICTBO CBOBOJHOXKUBYIIINUX
TETEPOTPO®HBIX U ®POTOTPODPHBLIX
Apicomplexa (Alveolata)

© 2015 K.B. Muxaiinos', I.B. Tuxonenkos>3, {I. Inymkosuy>*,
A.IO. JIsxun’, M.B. Opunepos®, A.I1. MbuibaukoB?, B.B. Anemmn'*

VHUU pusuxo-xumuueckoii 6uonoeuu um. A.H. Beaosepckoeo,

Mockoeckuii eocyoapcmeennutii ynusepcumem um. M. B. Jlomonocosa,

119991 Mocksa; gakc: +7(495)939-3281,
anekmponHas nouma: kv.mikhailov@belozersky.msu.ru,
Aleshin@genebee.msu.su
2 Uncmumym 6uonozuu énympennux 600 um. M. J1. llananuna PAH,
152742 Apocaasckas 06a., Hexoysckuii p-u, n. bopok;

gakc: +7(48547)24-042, anekmpounas nouma: tikho-denis@yandex.ru,

mylnikov@ibiw.yaroslavl.ru

3 University of British Columbia, Department of Botany, Vancouver,
British Columbia, Canada V6T 1Z4; E-mail: janjan.cz@gmail.com

*Canadian Institute for Advanced Research, Program in Integrated
Microbial Diversity, Toronto, ON, Canada M5G 1Z8;
E-mail: janjan.cz@gmail.com

5> Masaryk University, Faculty of Science, Department of Botany

and Zoology, Brno, Czech Republic; E-mail: ondredyakin @gmail.com

¢ Beepoccuiickuii HayuHo-uccaedo8amenscKuti UHCHUnym
uppueayuoHHoeo pulboeodcmea, 142460 Mockoeckas obaacme,
Hoeunckuii paiion, noc. um. Boposckoeo, ya. Cepeeesa, 24;

gakc: +7(496)513-7588, anekmponnasn nouma: miha-akademik @ya.ru
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DuioreHeTUYECKUI aHAIN3 HYKJIEOTUAHBIX MOCIEN0BaTeIbHOCTE! reHa 0obInol cyobeauHuIbl pudocom (LSU
rRNA unu 28S pPHK) cBo60gHOXMBYIIMX XUIITHBIX XTYTUKOHOCLEB-Konbnoneuun Colpodella angusta, Voromonas
pontica, Alphamonas edax (Apicomplexa) CBUIETEIBCTBYET 00 UX POACTBE C HECYITUMM (DYHKIIMOHATBHYIO TUIACTH-
Iy aBTOTpoHbIMU XpoMepuaamu Chromera velia v Vitrella brassicaformis 1 ceCTpMHCKMX OTHOLIEHUSX OObEAMHSI-
foIel MX KJIambl ¢ Mapa3uTUIeCKUMU alMMKOMIUIeKCaMu (KOKIIUAUSIMU, TEMOCTIOPUAVSIMU U TperapyuHaMu, WU
CIIOPOBUKAMM Sensu lato). DTOT pe3yabTaT COrJIacyeTcsl ¢ MPEabIIyIIUM 3aKII0YeHUEM O MOHOMDWINU KOJbIIOAE-
JIAZ 1 XpOMEPUIT (XPOMITOAEIUTH ), OCHOBAaHHOM Ha (DMIIOTeHOMHBIX TaHHBIX. BBISIBIEHHBIE POICTBEHHBIE OTHOIIIE-
HUST yKa3bIBAIOT Ha CIIOXHBIN CLIEHApUI TPUOOPETeHMsI, yTPAThI WK MOANGUKAIINY TUIACTU] U SBOJTIOIUY T1apa-

3UTU3MA Y aJIbBEOJIAT.

KJIIOYEBBIE CJIOBA: MmonekynspHas ¢pwioreHeTuka, reHbl pPHK, anukoMiiekcol, COpoOBUKU, reTepoTpod-

HBIC KIT'YTUKOHOCIIbI, IJIAaCTU/IbI, 3BOJJIOLIMA ITapasuTnu3imMa.

CIIopoBUKM — BHYTPHMKJIETOUHBIE TTAPA3UThI XKH -
BOTHBIX, BO30YIUTENIM TaKMUX 3a00JIeBaHMI, KaK Ma-
JISIpUSI, TOKCOTIIa3MO3, KPUMNTOCTIOPUINO3 U Ip. —
TPagULIMOHHO PacCMaTPUBAIINCh B YIeOHBIX Kypcax
300JIOTUM KaK 00OCOOJIEHHBIII TaKCOH B COCTaBe
npocreitinx. Ho cpaBHeHME HYKJIEOTUIHBIX MTOC-

IIpunsarteie cokpameHus: OTE — omnepaunoHalbHBIC
TaKCOHOMUYECKUE EeOWHMULIbI, S.. — sensu lato, B LIMPOKOM
CMBICIIE.

* Anpecat JIJ1s1 KOPPECIIOHACHLIH.

nenoBaTeabHocTel pPHK oOHapyXuao poacTBo
CIIOPOBUKOB C BOJOPOC/ISIMU — HMaHIIUPHBIMU XTIy~
THKOHOcHaMM (auHodareuisiTaMu) [1], 9To moc-
TaBWJIO BOIIPOC O CITOCO0AX BOMIOIMOHHOTO Tepe-
XoJla MEXAY aBTOTPO(MHBIMU U TeTepoTpOoGHBIMU
dopmamu [2], a OTKPBITHAE Y CTOPOBUKOB PYIUMEH-
Ta TUIacTUAbl (anmukoruiacta) [3], BOBJIEYEHHOTIO,
KakK B HacTosIlIee BpeMsl U3BECTHO, B o0ecrieueHre
MeTabOoJINYEeCKUX IIPOLIECCOB, HE CBSI3aHHBIX ¢ (PO-
TOCHHTE30M, T0KAa3aJi0 IIPOMUCXOXICHNE CIIOPOBH-
KOB OT aBTOTpodHOTO npeaka. MccnenoBanve 6uo-
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pa3Ho00pa3us KIYTUKOHOCHBIX (DOPM ITPOCTEMIIINX
I00aBWIO K Iapa3sUTUYECKUM CIIOPOBUKAM M aB-
TOTPO(PHBIM JAUHOMIAre/IsITAM CBOOOJIHOXUBY-
LIMX XUIIHBIX POACTBEHHUKOB — KOJibIioAes 1 [4, 5].
Konbrnogesnnpl oXoTATCS Ha APYTUX MHPOTUCTOB,
IIOTJIOIIAsT COAEPKMIMOE KIIETOK KEPTB IIPU IIOMO-
LY alMKaJIbHOTO KOMILIEKCa, UMEIOIIEro CXOAHbIE
YepThl OPraHU3alMM C alMKaJIbHBIM KOMILIEKCOM
IMapa3suTUIECKUX CIIOPOBUKOB. CXOICTBO alKallb-
HOIo KOMILIEKCca Mapa3uToOB U CBOOOTHOXUBYLIMX
XUIIHUKOB HABOAUT Ha MBICJIb, UTO 3TY YaCThb Opra-
HU3ALMU KJIETKMA OHU YHACJIeI0BaJIM OT OOIIIEro Ire-
TeporpodHoro npenka [5, 6]. He Tak naBHO GbuiH
HaliIeHbI M aBTOTPOGHEIE POACTBEHHUKH CIIOPOBU-
KOB, Oojee OaM3KME, YeM AUHOdIAre/UIsIThl, Ha3-
BaHHBIe XpoMmepunamu: Chromera velia |7] n Vitrella
brassicaformis [8]. OHu comepxKart B KJIeTKax QYyHK-
LIMOHAJIbHBIE TIACTUIbI, MOTEHIIMAIbHO UMEIOIINE
00111ee TPOMCXOXIECHNE C aIIMKOILIACTOM CIIOPOBHU-
KoB. IloMrMO oxapakTepu30BaHHBIX BUIOB, B Me-
TareHoMax W3 pa3IMYHBIX MIPUPOAHBIX MPOO 0OHA-
pyxensl pparmenTsl JJHK, mpoucxonsinue ot Hen-
IeHTU(GUIIMPOBAHHBIX POACTBEHHUKOB KOJIBIIOAEI-
aua U xpomepuna. Ecau poacTBO KakK KOJbIOAEI-
JINM, TaK U XPOMEPUJ CO CIIOPOBHKAMHU ITOKa3aHO
JIOCTaTOYHO YOEIUTEIbHO, TO MX OTHOIIEHUST MEX-
Iy coboil 10 HemaBHUX MOP ObLIM MPEAMETOM allb-
TepHATUBHBIX TUITOTE3 [9—11] U HyXTaaMCh B yTOU-
HeHuu. HemaBHO mosyyeHHbIE TPAaHCKPUIITOMHBIE
JMaHHbIC AT BECOMYIO ITOANEPKKY TMIIOTE3¢ MO-
HODWINU KOJBIOAS/UINI U XPOMEPUI U BO3MOX-
HOCTb MX OOIIEro HaMMEHOBAHUSI XPOMITOAE/LIMIA-
mu [12]. B manHoIT paboTe MBI C MCITOJIb30BaHMEM
TPaIULIMOHHOTO (DUJIOTeHETUYECKOTO Mapkepa —
reHa 28S pPHK, a takxxe o0beAMHEHHBIX HYKJIEO-
TUIHBIX IIOCJieqoBaTebHOCTel reHoB 18S um 28S
pPHK noareepxxnaeM MOHO(DUINIO YKa3aHHOM KJla-
JIbl ¥ €€ CECTPUHCKHE OTHOLLIEHUS CO CITOPOBUKAMMU.

METOAbI UCCIIEJOBAHUA

Kyabsrypsbl Knetok u cekBenupoBanue JTHK. Xuiii-
HbIx Koabnoaennua Colpodella angusta (xnou Spi-2)
u Voromonas pontica (kj1ioH G-3) BbIpalliMBajIy ¢ UC-
MOJIb30BaHUEM B KaUeCTBE >KEPTBBI OaKTepUOTPO-
HBIX XTYTMKOHOCIEB KuHeTomuactun Parabodo
caudatus (xn1oH BAS-1) u Procryptobia sorokini
(ktoH B-69) COOTBETCTBEHHO; KOJBITOACILIMIY
Alphamonas edax (xnon BE-2) xynsTuBupoBanm Ha
reTepoTpOGHBIX 30JI0TUCTBIX BOIOPOCIISIX Spumella sp.
(xmon OF-40). KieTku XepTBHI BbIpAIIMBAIM Ha
cycrieH3uu oakrepuii Pseudomonas fluorescens. Uc-
TOYHMK KYJIBTYp U JEeTaIN KyJIBTUBAPOBAHMS OITH-
cansl paHee [11]. AHK u3 kynstyp V. pontica v A. edax
BBIIEJISIIA ¢ TOMOIIbI0 Habopa Diatom («M3oren»,
Poccns). TlepekpriBaoimnumecs (GparMeHTH reHa

MUXAMIOB u ap.

28S pPHK ammnudunmupoBaiu ¢ MCnoab30BaHUEM
Encyclo PCR Kit («EBporen», Poccus) m Habopa
npaiimepoB [13]. ITpoaykTel ITLIP knoHupoBaiu B
ia3MuaHoM BekTope pTZ57R («Fermentas», JIut-
Ba). [1o monmuMopdusMy IauH ¢pparMeHTOB, 00pa-
3yeMBbIX 3HAOHYKIea3ol pectpukium Taql, cpemu
KJIOHOB OTOMpAJIv raruioTUIIBI, comepxaliue (par-
MEHTHI T€HOB XUIIIHUKA 1 XepTBbl. HyKk1eoTuaHbIe
IIOCJIEA0BATEIbHOCT PUOOCOMHBIX T€HOB OIIpee-
JISIIM Ha KanWUISpHOM cekBeHaTope Applied Bio-
systems 3730 DNA Analyzer («Life Technologies»,
CHIA) B IKIT «[enHom» MHCTUTYTA MOJIEKYISIPHOM
ouonorny nMeHn B.A. Darensrapara PAH. 13 kyib-
Typsl C. angusta Beinensuii PHK 1 Ha ee ocHoBe
cuntesupoBanu KJIHK ¢ momomisio SMARTer Pico
PCR cDNA Synthesis Kit («Clontech», CIIA).
bubnuoreky kK IHK cexBenupoBanu Ha HiSeq2000
(«Illumina, Inc.», CIIA); KOHTUTH coOupaIu
coopumkoM Inchworm (Trinity v. r2012-06-08).
Ot0op mocienoBareabHOCTEH U (PUIOTEHETHYEC-
kuii anamm3. Cpeacreamu BLAST [14] B 6a3ax gaH-
HBIX nr/nt u mMerareHomoB wgs NCBI (www.ncbi.
nlm.nih.gov) OBIIT TIPOBEAEH MONCK HYKJICOTHUIHBIX
nocjaeaoBaTeabHOCTe, cXomHbIX ¢ 18S u 28S pPHK
KOJIbIIOAC/UTUI, XpOMEpHUI, Apyrux Apicomplexa,
IUHOGMIAreUIAT U POACTBEHHBIX TPYIII, T.€. OCHOB-
HbIX mpeacTtaButesieilt Myzozoa [15]. [Ins makcu-
MaJIbHOTO y4yeTa pa3Ho0Opa3us U3 00JbII0ro Habo-
pa TocienoBaTe/ibHOCTe ObIM OTOOpaHBI Ipeac-
TaBUTEJIM Haubosee M30JUPOBAaHHBIX Kiaad. Yac-
TUYHBIE HYKJICOTHOHEIC ITOCICA0BATEIBHOCTU Te-
HOB OBbLTU COOpaHbI B KOHTUTH, €CJIM YPOBEHb CXOJI-
CTBa Ha MEPEKPBIBAIOIIMXCS YJYacTKaX IIpeBBIIIAN
97%. HaumeHOBaHUS U HOMEpa OTOOPAHHBIX MOC-
JiemoBaTeJIbHOCTe! nMpuBeaeHbl Ha puc. 1 u 2. T1oc-
KOJIbKY BUIOBO€ pa3HOoOpa3ue, TOCTYITHOE IS T'e-
HoB 28S pPHK, Hixe, yem mis reHoB 18S pPHK,
HO IIPY 3TOM He TTOJTHOCTBIO IIepPeKPhIBACTCS, OBLIO
chopMupoBaHO aBa Habopa: oauH st 28S pPHK,
BKJIovaromuii 50 omepalmoOHHBIX TaKCOHOMUYEC-
kux eaquHull (OTE), u opyroii miag 18S pPHK (81
OTE), npuyeM BTOpoil Habop ObUT MOMOJHEH 28S
pPHK B Tex ciyyasix, korma 3To ObUIO BO3MOXHO.
BripaBEUBaHMS, TTOTydeHHBIE TporpammMoit MUS-
CLE [16], KoppeKTHpOBaJIl BPYYHYIO B PeIaKTOpe
BioEdit [17]. JepeBbs cTpouau B MpoTrpaMMe
MrBayes 3.2.2 [18] mo mogeau GTR ¢ yuyetom monm
WHBapUAHTHBIX CAliTOB U T'eTePOTeHHOCTU CaiiTOB
[0 CKOPOCTH 3BOJIIOIUM IS TecsITh Kateropuit. K
Habopy KoHkareHupoBaHHBIX 18S n 28S pPHK (81
OTE) Bce mapamMeTpsl, KpOM€ TOIOJIOTUH U JJIAHBI
BETBEU, BBIYMCIISIN OTIACIABHO TIO IBYM pasiejiam
(18S u 28S pPHK). [dnsg kaxkaoro Habopa nmpou3Be-
neHo 5 000 000 rerepaumii MonTe-Kapio MapkoB-
CKMX IIeTIeil B IBYX HE3aBUCUMBIX 3aITyCKax, I0JIO-
BMHA OTOpOIIIeHa MpY MocTpoeHuu aepesa. O poc-
TIDKEHUM KOHBEPIeHIIMM CYIWIM I10 3HAYeHUSIM
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I'EH 28S pPHK KOJIBITOAEJITN/

PSRF [19]. 1y onileHKM OyTCTP3II-TOAAEPXKEK y3-
0B 0ailecoBBIX AepeBbeB Oblla MCHOJb30BaHA
nporpamma RAXML [20], BbImosHsOLIAs MOKUCK
TOMOJOTUI METOJOM MaKCHUMAaJIbHOIO IpaBAOIIO-
noousa. dmsgs RAXML 6butn BBIOpaHBI Cliemylolie
mmapaMeTphl aHaau3a: momaelb 3o GTR ¢ ge-
TBIPEMSI KaTeTOPUSIMU IIJIsI ydeTa I'eTepOreHHOCTU
CKOPOCTM 3BOJIIOLIMM CalTOB COIVIACHO IaMMa-
pacIpenesIeHUI0 M OLEHKON MO WHBapUAHTHBIX
CaliTOB; WIS pacyeTa 3HAYEHUIN MOMAEPXKKU MC-
noas3oBaiu 1000 OyTCTpaM-pernauK. 3HAYMMOCTb
OTJIMYMU AJBTCPHATUBHBIX TOIIOJIOTUA IIPOBEPSIIIN
no GaiiecoBy dakTopy [21], BbIUMCHSSA Jorapudm
KpaeBoro mpaBaomnono6ust (marginal likelihood)
KoMaHo#t ss B miporpamme MrBayes 3.2.2 [18], u
AU-tectoMm, peanm3oBaHHBIM B iporpaMme CONSEL
[22]. AnbsrepHaTtuBHBIe Tomojoruu mist AU-tecta
KOHCTPYUpPOBaJIM, IepeMellias OqHy U3 TpeX Kiaa
(Chromera velia, Vitrella brassicaformis n Alphamonas
edax ¢ omskumu OTE, npu Hanmmumy TaKoBBIX) T10
OaiiecoBy nepeBy B penakTope TreeView [23]. 3Ha-
YeHUs MPaBIOIIOA00Ms IS CATOB BIpaBHUBAaHUS
BBIYMCIISIIN, 3a7aBasl mapaMeTp —ws/ B IIporpaMmme
TREE-PUZZLE v. 5.2 [24] npu Mmomeaun GTR c
pacmpenesieHueM CaliTOB IO BOCBMM KaTeropHUsM
CKOPOCTH 3BOJIIOLIMY M MHBApUAHTHBIM; 3HAYCHUS
CKOpOCTel HYKJIEOTUIHBIX 3amMeH B moaeib GTR
BHOCWJIM MO pe3yJibTaTaM IPOBEIEHHOTO paHee
OaliecoBa aHa/IM3a.

PE3VJIBTATDBI 1 UX OBCYX/JIEHUE

Iennr 28S pPHK xonwnogenn Colpodella angus-
ta, Voromonas pontica n Alphamonas edax cXoaHbI IO
MePBUYHON CTPYKTYPE C COOTBETCTBYIOIIMMU IreHa-
MU CIIOPOBUKOB U TWHO(MIATeIUISAT U He TI0Ka3bIBa-
10T 3aMETHBIX OTKJIOHEHUH O JUTMHE U TOJ0XEHUIO
runepBapruadenbHbIX yuyacTkoB. 28S pPHK wuccie-
JoBaHHOro 1Tamma V. pontica Ha 100% coBnamaer
Ha obmemM yyactke 1197 m.H. ¢ onyOJMKOBaHHOI
paHee IoCJIenoBaTeIbHOCTRIO V. pontica 1mTamMMma
HFCCA41 [25]. [Tomumo V. pontica HFCC41 B 6a3e
manHbIXx nr/nt NCBI HalimeHO OecsTh 4acTUYHBIX
nocyienoBateabHocTel reHOB 28S pPHK wu3 He-
UACHTU(PUIIMPOBAHHBIX BUIOB, MpUHAIIEXKAIINX
KJIajie KOJIBIIOAEJINI, M OJHA OTHOCHUTEJIFHO OJIM3-
Kas Kk Chromera velia (puc. 1). Bce oHU moay4eHbl
n3 o0pas3uoB mouB [26, 27] wim u3 neniep [28].
Kpome Toro, B cOopKax MOpPCKUX METAr€ HOMOB [29]
(6a3pl HAaHHBIX WgS) HaWIEeHBl KOHTWUIU, Ha
98—100% cosnanaronie ¢ 28S pPHK V. pontica.
DTO coryacyeTcsd ¢ HaOmogeHueM, 4yto Voromonas
aByIsIeTCST MOpcKUM ponoM [12]. Ero MoxHO oxa-
pakTepu30BaTh Kak HanboJiee MacCOBYIO B OKEaHU-
YEeCKOM IIJITAaHKTOHE KOJBIIOAEIIY, MOCKOJbKY 3TO
€IMHCTBECHHBINA PO/ KOJIbIOAECIUI, HAUACHHBINA B ME-
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TareHOMHbIX 0a3aX JaHHBIX WgS OKEaHUYECKOIO
IUIAHKTOHA.

baiiecoso aepeso 28 pPHK (puc. 1) moctpoeHo
M0 JOCTMKEHUU CXOAVMMOCTH IBYX HE3aBUCHUMBIX
3aIlyCKOB COIJIACHO MCIIOJIb30BAHHOMY KPUTEPUIO
[19]. OHO 00BEOUHSET C AaIlOCTEPUOPHOI BEpOST-
HocThio 0,95 ¢cBOOOIHOXUBYIIUX KOJbITOAE/I, 00a
BHUJIa XpOMEPUI U POACTBEHHbIE HEUIAEHTU(DULIMPO-
BaHHBIE BUIbI B O0IIYIO KJIamy, HEAaBHO Ha3BaHHYIO
xpomnoaemaamu [12]. TlepBoit cpeau HUX OTaE-
JisieTcs BeTBb aBTOTpodHOrO BUna Vitrella brassica-
formis, 3aTeM retepoTpodHoro A. edax, octaBiiasicst
KJ1aga o0beauHSAET TeTepoTpodHbIe BUIBL C. angus-
tan V. pontica v aBToTpodHBIN BUua Chromera velia.
Takum obOpa3oM, reTepoTpodHbIe U aBTOTPOPHBIE
BHUBI IIEpeMeEIIaHbl Ha IepeBe U He 00pa3yloT MO-
HOUICTUICCKUX TPYHII IO TUITy ATaHUsA. Tormo-
norus gepesa 28S pPHK xpoMnoaemnna naeHTUY-
Ha IOJIy4eHHOU Mpu (UIOTEHETUYECKOM aHaIn3e
KOHKATeHNPOBAaHHBIX aMHUHOKMCIOTHEIX ITOCJIEHO-
BaTeJIbHOCTEH 85 OEJIKOB, pEKOHCTPYUPOBAHHBIX U3
TPaHCKPUNITOMHBIX JaHHBIX [12], a XpoMIToaein-
bl B 1LIEJIOM SIBJISIIOTCS CECTPUMHCKON TPYIIION II0
OTHOIIIEHMIO K OCTaJbHBIM, Mapa3suTUIEeCKUM Api-
complexa (cmopoBukam). Pa3zneneHue mocienHux
Ha KJ1aay KOKIUIWNA U TeMOCHOPUINNA U KJIamy rpe-
rapuH u Cryptosporidium spp. COOTBETCTBYET 00-
LIETPUHATHIM NpeactaBiaeHusM [30].

bavxartimast K Apicomplexa BHEIITHSS TpymIa —
npyrue npeacraBurend Myzozoa [1, 15], o6o3Haua-
eMmble 3nech Dinozoa sensu lato: nuHOMIareasaTol
(T.e. Dinozoa sensu stricto), nepkuHcuuanl [31] u
POACTBEHHBIE TAKCOHBI — BKJIFOYAET BUABI C Pa3HOM
CKOPOCTBIO MOJICKYJIIPHOM 3BOJIOLIUM, ITO3TOMY
JIJIST TOYHOCTH PEKOHCTPYKIINU (DMIIOTEHETUIECKO-
ro gepena Apicomplexa BaxkHa MX MpeacTaBUTEIb-
Hasg BbIOopKa. Ho TOABKO M1 HEGOBIIOTO Yyucaa
BUIOB 3TOI TPYIIIBI, 3a MUCKIIOYCHUEM AWHODIIA-
resuisaT, noctymnHbl TeHbl 28S pPHK. [ng 6onbiieit
OpeaCcTaBIEHHOCTU CyOKiag B HAOOp BKIIOYEHBI
nocienoBarenbHOCTH 28S pPHK Perkinsus n niceB-
noreHa munuodpuuaHoro cogHedHuka Ciliophrys
infusionum, IPUOOPETEHHOTO TOPU3OHTATIBLHBIM TIe-
PEHOCOM OT HEM3BECTHOI, BO3MOXKHO, ITapa3uTH-
yecKoi mepKUHCUUABI [32], a TaKXKe MOPCKHUX ajlb-
BeoJiaT rpyrmbl I (MALV-I) [33—36] u yacTuuHbBIe
mocinenoBareabHoCcT Syndiniales: Syndinium turbo
(MALV-1V) u Amoebophrya spp. (MALV-I1I) [36,
37]. IoaHbik pOOCOMHBIN OMEPOH HEU3BECTHOIO
npeacraputenst rpynnsl MALV-II poctyneH mon
nmeHem HF0200 37F04 (EU795185, GenBank).
Ero npunamnexHocts K MALV-II nokasbiBaeTcst
CXOICTBOM C Amoebophrya spp. B HYKJIEOTHUIHBIX
nocaenoBaTenbHOCTIX TeHoB 18S m 28S pPHK.
KpoMe Toro, KOHTHT, COOpaHHBINA M3 Pa3HBIX WES-
oubnuotek [29, 38], npeacTaBasIOLINX MeTareHOM
okeaHnyeckoro IurankroHa (AACY022815131,
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0.62]48] 13 JX545261 .
BME_D02-19 JX898536 Apicomplexa
WMU_D11-19 JX545309

Colpodelia angusta B «konbnoaennbi»
Ac-C3 GQg902931

WMU_D11-30 JX898664

NCD_LSU_otu1200 KF566170

VWMU_D11-38 JX898550

GMW _DO01-40 JX545257

HME_D05-38 JX898641

GMW _D06-02 Jx898642

Chromera velia EU106870 | «XpoMepugbi»
Mesq_G05 EU490149

marine metagenome sequence CEWF01123676

marine metagenome sequence CESW01004871

Voromonas pontica HFCC41 EF681910.2

d ag] ! Voromonas pontica «Konbnogennbi»
Alphamonas edax

ool Vitrella brassicaformis HM245049 0 «Xpomepuabi»
' d Ascogregarina taiwanensis EF666482
8w— Neogregarinorida Gen. sp. OPPPC1 AB748927
1/ F Gregarina niphandrodes DQ837379

Cryptosporidium parvum AF040725

Theileria parva AF013419

Babesia microti FO082874

,’,’ Plasmodium berghei AJ301624

Toxoplasma gondii X75430
Eimeria tenelila AF026388

Goussia desseri GU593705

0.98]59 Perkinsus atlanticus AF509333
Perkinsea-noaobHulii ncepaoreH AB846664
0.90]80| Ichthyodinium chabelardi KF359487
[o.88[55] L Euduboscquella crenulata JN606065 MALV-I
uncultured marine alveolate EU304548
[1.00[74 Ma131_1A38 F.J032667

A — marine metagenome sequence AACY021764717
| Amoebophtya sp. HM483394

Amoebophrya sp. HM483395 MALV-I
e HF0200_37F04 EU795185
= Syndinium turbo KF359488 MALV-V
marine metagenome sequence AAGY020219242 5-koney, CEWK01014130 MALV-V
Jl029158 marine metagenome sequence AACY023389738

marine metagenome sequence AACY020880831, CETP01113199
Prorocentrum micans AYB822609 .

Akashiwo sanguinea AY831412 Dinozoa
Alexandrium minutum AY831408 sensu stricto
Esoptrodinium sp. CCP2 Q4398940

04734 :
Acavomonas peruviana KF651078

ﬂ Colponema edaphicum KF651068
Colponema viethamica KF651080, KF651081

—_
0,1

Puc. 1. BaitecoBo nepeBo 28S pPHK. Pe6Gpa ¢ anoctepropHOil BepOSITHOCTBIO ¥ MHAeKCOM ML Gyrcrpana >90% BblaeaeHbI XKUp-
HbIM; JUTS OCTaJIbHBIX MPUBENEHbBI 3HAYEHUSI allOCTEPUOPHOI BEPOSATHOCTU/MHAeKca OyTeTpana. inHa pedep K Gregarina niphand-
rodes u Plasmodium berghei coxpaliieHa Ha TPeTb OT BbIYUCIeHHONW. CepbIMU TPEeyroJbHUKaMu (a—i) IMOKa3aHbI MeCTa IepeMellle-
Hus kiaan mist AU-Tecta (3HaYeHUsI BEPOSITHOCTEl cM. B Ta0J1. 2)
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SIGF1080_N11D1_18S_E LN575645 .
Apicomplexa

3mFRILIBI KF218450
BOLA176 AF372786
Colpodeila angusta

Colpodelia teffahymenae AF330214
Colpodelia sp. ATCC50594 AY 142075

I | “Cryptosporidium struthionis” AJG9TT51
knapa Colpodella + Chromera

| Colpodellidae Gen. sp. HEP Q411073

p

marine metagenome sequence CEWFD1016723

ﬂomnas pontica AY078092 et
$B16_2010 ABY21057

BOLASS3 AF372785

P7913c2 KP213230
l—LT37_G4 KCA86858 )
Ch vefia DQ174731, EU106870
SB19_2010 AET21080
LG02-01 Av919682
KRLOSEQE KC315835
PAFBAU2004 DQ244031
MLBAS4.107 FJ410603
PAA22AU2004 DQ244027
MLBM116.37 FJ410541
SC8051102_25 FJ765407
SB21_2010 AB721062

LT50_A1 KC487235
MPE1-46 AB695489

elbB-10-olu7 GU9EI0E2 knaga Alphamonas

Alphamonas edax AY234843 etc

SB7_2010 AB721048

MPET-2 ABG35445

P23t5c7 KP213218

C17_250P117_0239Tplale02_P2 12242305

PS13C9 cUOT2513
Mat131 JFa71902

Vitrella f feaformis DQ174732, HM245048
PS13D9 GU072516 Knap‘a Vitrella

593
L07_250P64_0239DSNPO0TF_P3 JQ243395
V Pink_G11 GQ483811

Pink_D01 Q483768
E12_180P126_0239Uplate02_P2 J0242634
Pink_F05 Q483795

——————————————————— Ascogregarina tavanensis EF666432
L Neogregarinorida Gen. sp. OPPPC1 AET48927
Gregarina niphandrodes AF 129332,
DQB37379

Cryptosporidium parvum AB089280, AF040725

1_142 EU545696
Eimeria teneffa AF026368, AF026388

Goussia desserf GU479641, GUS33705
Toxopiasma gondii MIT703, X75430
imidic DQ096835

Adelina di
Cardiosporidium cionae EU052685

Pk dium berghei WM19712, AJ301624

—— Babesia microfi FO082874
Theileria parva L02366, AFD13419
Perkinsus atlanticus AF509333 H
Perkinsea-noaoGHbIA NceBAoreH ABSIGE64 DI n OZO a
sensu lato

P. pacifica JN873311
Ichthyodinium chabelardi AB264776, KF359487

r
Eudi If k JNBOBOBS
” MALVA

b i
Ma131_1A38 FJ032666, FJ032667
uncultured marine alveolate EU304548

Alexandritm minutum AY 831408 .
Dinozoa

Esoptrodinium sp. CCP2 JQ439940, JQ439940
Noctiluca scinfillans GQ380592 H
coines 512 sensu stricto
NPK2_163 EU371150
OLI11005 AJ402349 MALV-lII
ST3560.102 M Ap. KF129769, AACYD20219242 5'-kohert, CEWKO1014130 MALV-V
Syndinium turbe DQ146404, KF350458 MALV-IV
[ ST5960.124 KF130152
HF0200_37F04 EU795185 MALV "

H A bophrya sp. ex Gy ¢ Instriatum AFAT2554 HMA83304

Amoebophrya sp. ex Akashivo sanguil HIM483395

D4POTGOB EF100326 HeM,D,eHTMCbVILIWPOBaHHble MyZOZOa, I
knaga |

1_41 EUD37209

CYSGM-3 AB275086
DSGM-15 ABZ75015

Colponema edaphicum KF651068
_|_|—_Colponema vietnamica KFE51080, KFE51081
Aca peruviana KF651076

—_—
0.1

Puc. 2. baiiecoBo aepeBo, MOCTPOEHHOE M0 KOMOMHUpoBaHHOMY BhipaBHUBaHMIO 18S pPHK, nonoanennomy 28S pPHK nmns tex
OTE, roe Bo3aMoxHO. Pebpa ¢ arocTepropHoOii BeposiTHOCTBIO ¥ mHAeKcoM ML 6ytcTpamna >90% BbineaeHbl XKUPHBIM; IJIST OCTaJTb-
HBIX OOCYXIAaeMbIX IPYII NMPUBEICHBI 3HAUCHUST allOCTEPUOPHON BEPOATHOCTU/MHAeKca OyTcTpana. CepbIMM TPEYTroJIbHUKAMU

(a—k) moka3aHbl MecTa nepemelneHus kian ot AU-tecta (3HaYeHUs BEPOSITHOCTEI CM. B Ta0J1. 2)
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CEWKO01014130 u AACY020219242, 5'-xkoHeu;
GenBank), mepekpriBaeTcss Ha ydacTtke 415 m.H. (c
€IMHCTBEHHOI HYKJICOTHUIHOI 3aMEHOM) ¢ mocie-
noBarenbHOCcThIO 18S pPHK, oTHeceHHO#l K
MALV-V [39]. Ha 5ToM 0CHOBaHUM MBI IPUITHCHI-
BaeM MOJy4YeHHbIA KOHTUTr rpynne MALV-V. Ilo-
MMMO 3TOTO HECKOJIbKO TOC/Ieq0BaTeIbHOCTe M3
MOPCKMX METareHOMOB 3aHMMAIOT Ha JepeBe 000-
CO0JICHHOE TOJIOKEHUE, M MX MPUHAIICKHOCTh K
paHee BbIIEJICHHBIM TaKCOHaM He YCTaHOBJIEHA
(puc. 1).

BonpmmMHCTBO IPYIIMUPOBOK, 0COOEHHO Apico-
mplexa, ImoayJaloT B 0aileCOBOM JepeBe BBHICOKHE
3HA4YEHUSI allOCTePUOPHOIT BEpOATHOCTU. ByTcTpan-
Mmoafepxkka 3TUX Y3JIOB, B T.U. OTHOCSIIUXCS K
XPOMITOACIUINIAM, TIPY aHAJIN3€ METOZOM MaKCH-
MaJIbHOTO TIPaBAONON00MST OKa3hIBAETCSl HE TaKOM
BeIcokoi (puc. 1). ITo 3Toi NpuUYMHE MBI ITPOBEJIU
IIPOBEPKY CTATUCTUIECKON 3HAUMMOCTH (bUIIOTEHEe-
TUYECKHWX TUTIOTE3, CIeMyloluX u3 daliecoBa aHa-
nm3a. batiecoB ¢akTop [21] mpu BBeAEHUHU TOIOJIO-
TMYeCKUX OTpaHMYEHU (constraint) CTporo cBUIC-
TEJBCTBYET B TOJIB3Y MOHOGWIMU XPOMITOACIUIHI
(Tabu. 1). AU-TecT oTBepraet J1000e WHOE MOJI0XKe-
Hue xpoMmepunbl Chromera velia (rpu mnepemele-
HUU 1o AepeBy BMecte ¢ cectpuHckoit OTE
Mesq_GO05; EU490149, GenBank), kpoMme Kak B
coctaBe kyanbl ¢ C. angusta n V. pontica (tabin. 2), u
JI000e MHOE TIOJIOKeHUU A. edax, KpoMe MaKCH-
MaJIbHO MPaBIOIIOAOOHOIO WJIM X€ B COCTaBE MO-
HopuieTnyeckon rpynmnsl ¢ V. brassicaformis. I1pu
aToM AU-TecT He oTBepraeT HeKOTOphIe IpyTHUe Ba-
pMaHTHL lepeMeleHuii V. brassicaformis mo nepeBy
(Tabum. 2).

ITpu momortu pparmentos reHa 18S pPHK uz
pPa3IMYHBIX IPUPOAHBIX CYOCTPAaTOB M HEMHOTHUX
NIeHTU(MUIIMPOBAHHEBIX BUIOB |5, 15, 40, 41] Mox-
Ho paciuuputh uucio OTE, oTHOCAIIUXCS K KOJb-
nojeiaM WJIM XpoMepulaMm, HO CYIIECTBEHHOIO
YBeJIWYEHUs pa3HOOOpa3usl IIpU 3TOM HE JOCTHUTa-
ercs, T.K. 6oapiimHcTBOo OTE mpuHaaiexar K oi-
HOI M3 4YeThlpeX ONMUCAHHBIX Bhille Kiaa. Ilaras

Taomuua 1. Jlorapudm KpaeBoro npabaoIiogo0us pu TOIMOJIO-
TMYECKHMX OTPaHNYECHUSX

BBonnMoe Tomooru4eckoe
OorpaHuYeHMe
Buna nanHbIX
MOHODUIUS MOHOMUIUS
XPOMIIOIEIUTHL XPOMITOAEIITU]L
MIPUHUMAETCS OTBEpraeTcs
28S pPHK —38350,98 —38384,73
18S u 28S pPHK —63538,05 —63596,79

MUXAMIOB u ap.

Tabmuna 2. BeposTHOCTb ajIbTepHATUBHBIX Torostoruii (AU-Tect)

IMepemermaemast kiana (HauMeHOBaHUE
Mecto M0 UACHTU(PULIMPOBAHHOMY BUILY)
TIepeMeIIeHHsI
«Chromera | «Alphamonas | «Vitrella brassi-
velia» edax» caformis»
Hepeso 28S pPHK
a 0,643 — 0,018
b 0,018* — —
c 0,004* 0,018* —
d 0,003* — 0,276
e 0,044* 0,276 —
f 3e-009* 0,006* 0,020*
g 8e-008* 0,008* 0,470
h le-006* 0,003* 0,008*
i le-005* 0,002* 0,224
HepeBo komOouHupoBaHHbIX 18S u 28S pPHK

a 0,035* — 0,019*
b 2e-004* — —
c 0,001* 0,019* —
d le-007* — 0,613
e 2e-004* 0,613 —
f 2e-004* 0,003* 0,002*
g 3e-004* S5e-008* 0,379
h 6e-005* 6e-072* 3e-005*
i 9e-005* 7e-029* 0,019*
j 8e-006* 9e-097* 0,019*
k le-031* 8e-094* 0,020*

[Tpumevanue. Mecra nepemereHuii s 28S pPHK u komou-
HUPOBAHHBIX JaHHBIX OTMEUYEHBI Ha pHUC. 1 1 2.

* OraMuyre npaBaoIoa00MsT JaHHOM TOMOJIOMMU OT 6aliecoBOi
CTAaTUCTUYECKU 3HAYUMO.

KJlaga, He MMeroiasi MIeHTU(UIINPOBAaHHEBIX B HAC-
Tosilee BpeMs BUIOB [12], KaK U U3BBECTHBIX KAKUX-
160 UHBIX reHoB, momumo 18S pPHK, o6benuns-
eTcsl ¢ Kimamoii, Bkmwouaromein poma Colpodella,
Chromera u Voromonas. Ha KoMOMHUPOBaHHOM Jie-
peBe (ITOCTPOEHHOM I10 HYKJIEOTMIHBIM ITOCJIENO-
BaTeabHOCTSIM 18S pPHK, momoaHeHHBIX TIpy BO3-
MOXHOCTU ITocienoBaTeabHOCcTIMU 28S pPHK)
OHU OOBEOUHSIOTCS C aIllOCTEPUOPHON BEpOSIT-
HocTbio 0,97 (puc. 2). B 11e10M TomoJiorust KoMmou-
HUPOBAaHHOTO [epeBa COIJIACYeTCsSl C TOIIOJIOTHEH
nepeBa 28S pPHK, 6iu3ku 1 3HaYeHUST arloCTEpU-
OPHBIX BEPOSITHOCTEl M WMHAEKCOB OYyTCTp3IIa ISt
OTHOMMEHHBIX Kian. Tak xxe kak u mis 28S pPHK,
JIJIS1 KOMOMHUPOBAHHBIX TAHHBIX IIPY BBEACHUH TO-
MOJIOTMYECKOTO OrpaHUYeHUsl OaliecoB ¢aKkTop
CTPOTO CBUAETEJbCTBYET B IMOJIb3y MOHOGMUIUU
xpommnonemz (tadm. 1). AU-Tect (Tabm. 2) oTBep-
raeT BCe HapylICHUS MOHOMDMINM XPOMITOASIUIH,
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a TakXe B3aMMOPACIOJOXEHUS MX KPYHMHEHIMX
KJIaJ, 32 UICKIIOYeHUEM OO0beIMHEHUS K1aabl V. bras-
sicaformis ¢ knagoit A. edax (BeposstHOCTH 0,613)
WIM C Tapa3suTUYecKMMU Apicomplexa (BeposiT-
HocTb 0,379).

Torpa kak mist Apicomplexa Tomoja0ruu 1epeBbeB
28S pPHK u xom6uHupoBanHoro 18S u 28S pPHK
SIBJISIIOTCSI COTJIAaCOBaHHBIMU, a UX CTaTUCTUYECKUE
XapaKTepPUCTUKM OJIM3KM, IJIsI KJIaabl IepKUHCUIA,/
/IMHOMDIIATeIUISIT UMEIOTCS OTJIUYMSI B TOIOJIOTUU
nepeBbeB. Ilo-BUAMMOMY, OHM CBSI3aHBI C OoJiee
MOJTHOM TakKcoHOMMYecKoi BeIOopkoii 18S pPHK,
B KOTOPOi1 IPUCYTCTBYIOT HYKJICOTUIHBIE ITOCTIEH0-
BaTeJbHOCTU Psammosa [42] 1 MOPCKUX aJIbBEOJISIT
MALV-III. loronrHUTENLHO BEIOOPKY (pparMeHTOB
reHa 18S pPHK pacmmpsgior HenaeHTUOUIIPO-
BaHHble Myzozoa, HeTaBHO OOO3HAUYEHHBIE KakK
«kjnaga I» [12]. DTo Heboratasg BMAAMM TIpyIa,
paBHOyHaneHHast oT Apicomplexa n Dinozoa sensu
lato. IeHbI ee IpencTaBUTEIC OOHAPYKEHBI B 00€I-
HEHHBIX KUCIOPOAOM IpUOpexxHbIX [43] u riydo-
KOBOJHBIX MOPCKMX ocankax [44, 45] wiu B HaKO-
MMUTEIBbHON KYJIBTYpe, MOJIyIeHHO B aHa3pPOOHBIX
YCIOBUSIX U3 TIyOOKOBOIHOTO METAHOBOTO cCHMa
[45]. Onun u3 dunorunos (CYSGM-3; AB275086,
GenBank) HaitneH TOJBKO B HAKOITUTEIIBHOM KYThb-
Type, HO He B UICXOIHOI IIpo0e, YTO MOXKHO TPAKTO-
BaTh B IIOJIB3Y €TI0 Pa3MHOXKEHUS B YCIOBUSIX TeTe-
poTpodHOIT aHa3poOHOM KynbTyphl. Ha omyonmko-
BaHHBIX paHee (PUIOTEHETUISCKUX AEPEBhIX «KJIa-
na I» pasMmelanachk B KopHe Dinozoa s./. ¢ HU3KOM
craTucTuyeckoil monpaepxkkoit [11, 12, 45]. Ilpu
TeCTUPOBAaHUM aJIBTEPHATUBHBIX TOIIOJOIMM IS
BoipaBHMBaHUA 81 OTE AU-TecT oLleHUBaeT Bepo-
ATHOCTU 00beauMHeHusa «kjaiabl I» ¢ Dinozoa s./.,
alIMKOMILIEKCaMHM, CIIOPOBUKAMU U XPOMIIOIE/LI -
nmamu B 0,747, 0,746, 0,15 1 0,013 cOOTBETCTBEHHO,
a BEPOSITHOCTh TOIIOJIOTUM, CTaBAIICH «kiamny I» B
KopeHb Myzozoa (puc. 2), paBHa 0,747. T.e. Tpem
BO3MOXHBIM BapHaHTaM B3aMMOIIOJIOXEHUS OC-
HOBHBIX KJ1ag Myzozoa: Apicomplexa, Dinozoa s./.
M «KJIagbl [» — TecT mpuaaeT paBHYIO BEPOSITHOCTb.
ITonyyeHue OoJiee MOAPOOHBIX CBEAECHMUIA 11O MOP-
(omorun, obOpasy XM3HM W TCHETUKE BUIOB U3
«knanpl I» mpencrapisieT HECOMHEHHBIN MHTEPEC.

IIpexnue rumnore3bl 0 GUIOTEHETUYECKUX OT-
HOIIIEHUSIX KOJIBIIOAS/UIIA U XpOMEPUI OCHOBEIBA-
I0TCSI, MO OOJIbIIEH YacTW, Ha TaKCOHOMUYECKU
OeMHbIX WX OrPAaHUYEHHBIX 110 IJIMHE BIpaBHUBA-
Husx reHoB 18S pPHK u mioxo cormacyoTcs Mex-
ny coboii. Cpeau Takux TUIIOTe3 (DUTYpUPOBAIU
cienymonme: MOHOMWINS KOJBIOACIINA, HO Ha
BBIOOpPKE, He BKJIIOUarolieil xpomepun [41]; MOHO-
dumust Colpodella ¢ Apicomplexa, a Voromonas n
Alphamonas — ¢ Dinozoa s./. [15]; Konbroaeunuasl u
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XpoMepuabl 00pa3yloT cMmelaHHble Kianbl (Colpo-
della + Voromonas + Chromera) u (Alphamonas + Vit-
rella), xoropbsie MoHOGWIeTHIHH! [10] 1100 Tapa-
¢uneTnuHbl [9] OTHOCUTEIBHO CIIOPOBUKOB, WU
00pa3yloT ¢ HUMM HepaspelleHHYI0 TPUXOTOMMIO
[11]; mHOXecTBeHHAs TTapaduyivs KOJBITOACUTI
(cM. puc. 1 B pabote AHyliKoBMYa ¢ coaBT. [12]).
IIpencraBiaeHHBIN B HaCTOSIIEH paboTe (puiioreHe-
TAYECKUMA aHaIW3 PACHIMPEHHOM TaKCOHOMMUYEC-
Kot Beioopku reHoB 28S pPHK (puc. 1), paBHO Kak
U B ux komouHanuu ¢ 18S pPHK (puc. 2), Ha BbICO-
KOM YpPOBHE 3HAYMMOCTU OOBeAMHSAET (DOTOCUHTE-
TH4YecKue Bomopocim xpomepunbl (Chromera u
Vitrella) u XulliHbIE€ XTYTUKOHOCLIbI KOJIbITOACUIUAbI
(Colpodella, Voromonas, Alphamonas) B €e1UHYIO MO-
HOMWIETUYECKYIO TPYITIY, OIMKaAIIMMU POACTBEH-
HUKaMUI KOTOPOM SIBJISIIOTCS ITapa3sUTHUIeCKue Api-
complexa (cnopoBuku). IToaydyeHHOE IepeBo MOJI-
HOCTBIO MIEHTUYHO I10 TOTIOJOTUM OCHOBHBIX KJIaJ
nepeBy 85 6enkoB [12], oTIMYAsICh TOIBKO MEHbB-
el TMOoaIepXKOW pedpa MeXIy OTBETBJICHUEM
knan «Vitrella brassicaformis» n «Alphamonas edax»:
AU-tect mng pPHK ne mckmouaer moHopMImMn
IpyImbl, oobeauHswoein Kuanbl «Vitrella brassi-
caformis» u «Alphamonas edax» [9—11], xota npaB-
JIOIO001e TaKOI TOIIOJIOTUM He MaKCHUMaibHoe. B
IIOJIb3y MAaKCHMAaJbHO IIPaBIOIIOJOOHOTO IepeBa
pPHK cBumetenbcTByeT Takke CHMHAnoMopdus
A. edax, C. angusta n V. pontica [12]: nepeMelieHre
B SIAPO I'eHa SufB, BBHIMOIHAIONIETO HEYCTAHOBJICH-
HYI0 QYHKIIMIO B OMOTeHE3E KEIE30CEPHBIX KJTacTe-
poB FeS; y V. brassicaformis reH sufB coxpaHsieT
MIPEIKOBYIO JIOKAJIM3AllMI0 B T€HOME ILIACTUIHI.
CornacoBaHHOCTb JepeBa TPaTUIIMOHHOTO (DHIIO-
reHetTnyeckoro Mapkepa — pPHK c ¢umorenom-
HBIM yCTpaHsIeT MpexXHUE MPOTUBOPEUSI U KOHCO-
JIMANPYET HbIHEITHEE MpeICcTaBlIeHNE O (DIIOTEHUN
KOJIBITOAEJUTUIT U XPOMEPUI.

PaboTa BeimosHeHa Ipy (PMHAHCOBOI OIS PIKKE
PH® (punorenernueckuit aHanus — rpaHt 14-50-
00029, ompeneneHre HYKJIEOTHAHBIX IIOCIEIOBa-
tenbHOCTEer C. angusta — rpaHT 14-14-00515),
PODU (rpanThl Wit onpee/IeHAST HYKJICOTUIHBIX
MOCJIEI0BATEILHOCTEH APYrUX BUAOB — 14-04-
00554, 15-34-20065 u 15-29-02518), a TakKe Ipo-
rpaMmbl npe3ugeHTa P® (rpant MK-7436.2015.4).
PaGota ¢ 6azamu JaHHBIX TOAJAEpPXKaHAa T'PaHTOM
EBporeiickoro uenTpa nxruonapasutonoruu ECIP
No. GBP505/12/G112.

BobluniciieHrsT BBITIOJHEHBI C MCIIOJb30BaHUEM
PECYPCOB CYNEpPKOMMbIOTEPHOIO Komiuiekca MI'Y
uM. M.B. JlJomoHOCOBa.
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The phylogenetic analysis based on the large subunit (LSU or 28S) ribosomal RNA sequences obtained from free-living
predatory flagellates Colpodella angusta, Voromonas pontica, and Alphamonas edax (Apicomplexa) testifies to their close rela-
tionship with chromerids Chromera velia and Vitrella brassicaformis, which possess a functional photosynthetic plastid.
Altogether, these organisms form a sistergroup to parasitic apicomplexans (coccidians, haemosporidian parasites, and gre-
garines, or sporozoans sensu lato). This result is in agreement with the previous conclusion about monophyly of chrompodel-
lids, based on phylogenomic data and comparison of SSU rRNA sequences. The revealed relationships indicate a complex
pattern of acquisition, loss, or modification of plastids and transition to parasitism during alveolate evolution.

Key words: molecular phylogenetics, ribosomal RNA genes, Apicomplexa, Sporozoa, heterotrophic flagellates, plas-

tids, evolution of parasitism
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