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B meTareHomax, TpaHCKpUIITOMaxX U OMOJIMOTEKaX aMIIMKOHOB, UCITOJb3YEeMBbIX JJISI METAIITPUXKOIUPO-
BaHWUSI, MPUCYTCTBYIOT MHOTOUYMCIIEHHbIE HYKJIEOTUIHbBIE MOCIEA0BATEIbHOCTY MUKPOCTIOPUANIA sensu la-
fo, TIIaBHBIM 00pa3oM oTHocsIumxcs K “Cryptomycota” (Rozellida, Rozellomycota, Rozellosporidia, pac-
CMaTpUBaeMbIX 3[eCh KaK CHHOHHMBI). B HacrTosiemM cooOIieHU Mbl OMMChIBaeéM HaiiieHHbIe B TPaH-
CKPUIITOMax OJIHOKJIETOYHBIX Hu3 rpynmbl Apicomplexa (Alveolata) mocnemoBatenbHoctn pAHK,
MPUHAJIeXAlIMe TUIEePNapasuTUIecKuM MUKPOCIIOPUIMSIM-MEeUYHUKOBe/UuaAaM. OOHapyXeHO, 4TO
TPaHCKPUIITOM 3yrperapunbl Polyrhabdina sp. (GenBank SRX6640468) 3arpsisnern KIIHK Metchnikovella
incurvata, TPaHCKPUIITOM apxurperapunbl Selenidium pygospionis (GenBank SRX6640459) sarpsisHeH
kIAHK Metchnikovella dogieli, a B TpaHckpuntome 6nacrorperapunbl Siedleckia cf. nematoides (GenBank
SRX6640464) naitnennsl kK IHK, mpucxonsiiye oT BUIa U3 HEOIMMMCAHHOTO cemeiicTBa MeuyHnKoBeuma. C
Y4eTOM KOBapHallMOHHBIX HYKJICOTUIHBIX 3aMEH CMOJIeJIMpOBaHa BTOpUYHas CTpyKTypa obyiactu “ITS2”
UIEHTUDUIIMPOBAHHBIX U HEUIEHTU(MUIIMPOBAHHBIX MEUHMKOBeJIMA. Ha ocHOBe mpenckazaHHOI BTO-
puuHoii ctpykTypbl pPHK, kapTupoBanus urenuit u3 oudamnorek KJAAHK, oTcyrcTBUSI 3HIOpMOOHYKIIEa3bl
Lasl (PF04031) cnenaH BeIBOA 00 oTCYyTCTBUU npoueccuHra I'TS2 u Halimyuy KOBaJIEHTHO CBSI3U 3PEJIbIX
“5,85”-u “28S”-nono6Hoit (LSU) pPHK MeuHunkoBemum Tak ke, Kak 3TO U3BECTHO B OTHOILIEHUU JIpY-
IUX MpeaCcTaBUTENe IPYMNIbl TUITUYHBIX MUKPOCTIOpUAN. PaccCMOTpEeHO HECKOIBKO MPENIOXEeHHBIX pa-
Hee (Chytridiopsis typographi, BAQA065) 1 HOBBIX KaHANIATOB HA POJIb CECTPUHCKOM TPYHITHI MUKPOCIIO-
punuii sensu stricto. O0CyXIaeTcsl BEpOSITHBINA BKJIad HEUTPaAJbHBIX U CEJIEKTUBHBIX IIPOIIECCOB B 3BOJIIO-
o ceepxmaibix reHoB pPHK mukpocniopunuii u ceepxmimHHbix TeHoB pPHK ¢ nnTponamu rpynmsr [
Mapa3sUuTUIECKUX U JIMIIAWHUKOBBIX TPUOOB.
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[MOTOK MOJIEKY/IIPHO-TEHETMYECKUX NaHHBIX 06 ACHMS JOCTaBIsIeT I'eHOMUKA M TPAHCKPUITOMHUKA
3YKAapUOTUYECKUX MUKPOOPraHM3Max, MHTepecHbIXx [PY BBIBEICHUN HOBBIX IITAMMOB B KyJIbTYPY U ME-
C TOYKM 3peHUs (PWIOTEHETUKU, IOCTYIIAeT 10 He- ToooM “single cell” mpu oTOope MUKpOMaHUILYJIATO-
CKOJIBbKMM HarmpabiieHusM. Hanbojiee BakHbIe CBe- POM OTHEIbHBIX KJIIETOK HEKYJIbTUBHUPYEMBIX BUIOB
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(Seenivasan et al., 2013; Burki et al., 2013, 2016; Ja-
nouskovec et al., 2017; Gawryluk et al., 2019; Strassert
et al., 2019; Tikhonenkov et al., 2020a, b, u ap.). Ho
eCThb ¥ ApYyrvue UCTOYHUKM AaHHbIX. [1pu uccienona-
HuU MapkepHBIX reHoB B JIHK, BeimeneHHoOI 13 TIpo06
IUTAHKTOHA, TIOYBBI, JOHHBIX OCAAKOB U APYTUX Cy0-
ctpaToB (CeMmeHoB, 2019), BcTpeyaroTCcss HYKJICOTHI-
HbIe TTOCJIeIOBATEIbHOCTU, KOTOPBIC HE yIaeTCs OT-
HECTM K U3BECTHbIM TumaM (uapctBam). CoriacHo
smrpudeckomy npapuiy (Kim et al., 2016), Takue
drIoreHeTUYECKU M30JUPOBAHHBIC TPYIIIBI IIpe-
CTaBJICHbI BUJAMHU, PEIKMMHU B IIpUpPOAE. DTO JOKa-
3BIBAETCS MaJIbIM YMCJIOM IIPOUYTEHMIA B OMOIMOTEKaX
U PEIKOCThIO TOBTOPHBIX HAXOJOK B HE3aBUCHUMO
CKOHCTPYUPOBaHHLIX OuOIMorekax. Kak BBIDISLIAT
OpPraHU3Mbl, TeHbI KOTOPBIX HEJIb3sT OTHECTH K OIIpe-
JIeJICHHBIM TUIaM (1IapcTBaM), HEU3BECTHO, TIOBTOMY
HaJEeXIbl HA UX CKOPOE BEIBEACHUE B KYJIbTYpYy WIN
MMOMMKY MUWKPOMaHUMNYJISITOPOM UISI TIPUMEHEHUS
“single cell” reHOMHMKHU He TaK BeJIUKHU. MIcTOUHUKOM
CBEJECHUI O HUX OCTAIOTCI JaHHbIE METATCHOMUKHU U
METALITPUXKOINPOBAHMSI, a TAKKE aHAIN3 3arpsi3HEe-
HUII TEHOMOB U TPaHCKPUITOMOB CUMOMOHTAMM U
mapasutramu (Borner, Burmester, 2017) — To ecTh TO-
XKe, TI0 CYyTU, METareHOMOB.

B Oubnamorekax aMIUIMKOHOB, ITOJydaeMBIX W3
MPUPOIHBIX Mpo0, pa3zHOOOpa3ue HYKICOTUIHBIX
IOCJIeIOBaTEIbHOCTE MPEeBOCXOOUT pa3HOoOoOpa3ue,
BUIMMOE B MUKPOCKOII. B IpupoaHBIX 3KocucTeMax
MPUCYTCTBYET KaK Obl “TeMHasi MaTepusl XKU3HU~ —
HEKYyJIbTUBHApPYEMBbIE B JIAOOPAaTOPHBIX YCIIOBMSIX
mukpoopranu3Mmsl (Filée et al., 2005; Marcy et al.,
2007). 3HaunTeNbHas 4YacTh, MHorma Oojee 50%
CKPBITOIO 3YKapHOTUYECKOTO pa3zHOOOpasus — 3TO
OIHOKJICTOYHBIE Mapa3uThl U mapasutonnsl (Lefevre
et al., 2007, 2008; Lepere et al., 2008; Mahé et al.,
2017), eciiu CyauTh 10 HEMHOTOYMCIIEHHBIM UIEHTH -
GUIIMPOBAaHHBIM POJICTBEHHMKaM. Tak, B IIMKO-
IUIaHKTOHe MUpPOBOIo oKeaHa, Cyas 1o npeobaaa-
Huo pJAHK B aMmimkKoHax, OT MOBEPXHOCTU OO
abuccaiu JOMHMHUPYIOT TPYHIIbl I1apa3uTOUIOB
(Loépez-Garcia et al., 2001; Moon-van der Staay et al.,
2001; Christaki et al., 2017), Ha3BaHHBIC Marine Alve-
olata (MALV) Groups I u II (Guillou et al., 2008), ko-
TOpbIe ObLIU UASHTU(GULIMPOBAHBI KaK UXTUOAUHU -
eBble U CUHIVMHMWEBbIC TUHOMIAreISIThI, pa3HOO0-
pazyde 1 2KOJOrndeckass pojb KOTOPBIX OO TOTO
HEIOOlLIEHUBAJIMCh. B OMOIMOTEKaX, MOJYYEHHBIX
U3 IIPECHOBOOHBIX M MOYBEHHBLIX IPOO, OOBIYHO
npeoodnamatoT reusl pPHK rpmboB 1 nx poncTBeHHM -
KkoB — apyrux Holomycota (Lepére et al., 2006; Mon-
chy et al., 2011; Nakai et al., 2012; Ishida et al., 2015;
Rojas-Jimenez et al., 2019). MI3HayanpHO camasi Mac-
CoBasl Tpyrmniia poJCTBEHHMKOB I'pu0OB Oblila Ha3BaHa
LKMI11 (Hannen et al., 1999; Lara et al., 2010), a 3a-
TeM — “ckpnIThiMU rpudbamu’”, Cryptomycota (Jones
etal., 2011a, b). IlocTeneHHO BBISICHWIACH TIPUHAI-
nexHoctb K LKMI11 (“kpunroMukoTaMm™) mpeacTa-
putesieii n3BectHoro ¢ XIX B. poma Rozella Cornu

JKYPHAJI OBLIEN BUOJIOTUU

MUXAWMJIOB u ap.

1872, BKIIoYaromiero BHYTPUKJICTOYHBIX ITapa3nTOB
rpuOOB, OOMUILIETOB M OTHOKJICTOYHBLIX BOAOPOCIIEI
(Gleason et al., 2014; Letcher, Powell, 2018), He3a-
JIOJITO 10 3TOr0 Ha OCHOBAaHWU MOJEKYISIPHBIX JaH-
HBIX BBIBEICHHOI'O U3 COCTaBa XUTPUIMEBBIX TPUOOB
U cOJIMKEHHOro ¢ Mukpocnopuausmu (James et al.,
2006). [Ipyrue U3BeCTHBIE “KPUIITOMUKOTHI” — BHYT-
pusiiepHble M LIMTOIUIA3MaTUYECKHUE Mapa3UThl JIO-
003HBIX amMe0d, BOOOPOCJICH, YJIeHUCTOHOruX (mad-
HUIi, HaCEKOMBIX). [IprMeuaTebHO, YTO MUTAIOII-
ecsl KIeTKu BUIoB Rozella, HaxomsiCh B LIMTOILIa3Me
X03sIMHa, (ParouUTUPYIOT ee KaK aMeOOUIHbIe Opra-
HU3MBI, TOTIAa KaK MX 300CIIOPHI ITOXO0XHM Ha 300CII0-
PBI XUTPUIONEBHIX (TEM, YTO HE IIMTAIOTCS, U TEM, YTO
HECYT €IWHCTBEHHBII 3aJHUI KTYTUK C IpUIeKa-
e K 0Oa3aJlbHOMY TeJIy BTOpPO I1IEHTPHOJBIO).
K rpu6am oTHOCAT MUlIeIMATbHBIE U IPOXIKEIIOI00-
Hble (DOPMBI, TMUTAIOILIMECS OCMOTPOMHO, U €CIu
BKJIIOYATh B COCTaB TOI'O Xe TaKCOHA IpeACcTaBUTeIei
Rozella, tmrtalomumxcss ¢(arommMTo3oM, TO TaKCOH
“rpuObl” JUIIAETCS JIOOBIX HEMOJIEKYISIPHbBIX OUa-
THOCTUYECKUX ITPU3HAKOB. pyras rpyIira nepBoHa-
YaJlbHO HEWIEHTU(UIIMPOBAHHBIX IOCIEAOBATE/Ib-
Hocteit pJIHK 6b11a oTHeceHa k adenunam (Karpov
et al., 2013; Letcher et al., 2013), Tak:ke U3BECTHBIM C
XIX B. 1 TakKe HE3aII0JITO OO0 3TOTO MepPeHECEHHBIX
W3 XUTPUIMEBBIX TpUOOB (B 3TOM ciIydae K “KOpHe-
Hoxkam”, “Rhizopoda”) ¢ TmpucBoeHUEM paHTra
kiacca (I'pomos, 2000). Adennabl — BHYTPUKIESTOU-
HbIC Mapa3uTOUIbl, IToxoxue Ha Rozella: ¢ Tpodude-
CKHUMU CTaJUSIMU, MUTAIOIIUMUCS IyTeM (parouurosa,
Y HEIMUTAIOIIMMUCS OMHOXTYTMKOBBIMU MJIN ame00-
nnHeiMu 3oocropamu (Karpov, Paskerova, 2020).
CxonHbIli 00pa3 XXMU3HU M OOJUK OJIMKAWIIMX POJI-
CTBEHHMKOB rpu00B (adeinm 1 po3esUIn) IIOTHNMA-
€T BOIIPOC, HACKOJIbKO Ha HUX OBLIM ITOXOXKM IIPEIKI
HaCTOSIILIMX TPUOOB, B TOM YK cJie ObLIY JIM OHM Mapa-
3UTaMyd WM Iapa3suTOMAAMU Ha3eMHBIX OTHOKIIC-
TOYHBIX BomopocJeit (AnemuH u ap., 2015).

B snexkTpoHHBIX 6a3ax MJaHHBIX 3a ABa IECSITUIC-
TUSI METAlUTPUXKOAUPOBAHUSI COOpaHbl (PparMeHThbI
MmapkepHbIX TeHoB (pAHK) Thicssy HemmeHTUDUIIN-
POBaHHBIX “KPUIITOMUKOT”, Ha MOPSIOK MEHBIIIETO
yuciia apean, v elle Ha NOPSIIOK MEHBIIEro YKCiia
Holomycota, TakcoHoMMUYecKasl TIPUBSI3Ka KOTOPHIX
Ha CEeTrOIHsI OTCYTCTBYET (HaIlpuMmep, IIPEeaCcTaBUTE-
seit knagbl GSO1 (Tedersoo et al., 2017)). 3oocnopo-
BbIE€ TPUOBI (XUTPpUIMEBBIC, OJIACTOKJIAAUEBBIC U 1IP.),
“KpUNTOMMKOTHI”, aenapl U IPpYyrue MHUKPOCKO-
MUYEeCKre POACTBEHHUKU T'pUOOB OKa3hIBAaIOTCS Ha
CETOJIHS HE YYUTHIBAEMOM “TeMHOI MaTepueil” B Ha-
3eMHBIX coobmectBax (Grossart et al., 2016). Toxbko
JUIST CYMTAHHOTO 4Yucia “KPUITOMUKOT”, ITOMHMO
Rozella, monekynsipHble JaHHBIE COUYETAIOTCS C TaK-
COHOMMYECKMM OMNMCAHUEM: I BO3POXKIECHHOTO
poma Nucleophaga Dangeard 1895 (Corsaro et al.,
2014a), HOBEIX ponoB Mitosporidium, Paramicrospo-
ridium n Morellospora (Haag et al., 2014; Corsaro et al.,
Ne 3
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2014b, 2020). Bce oxapakTepn30BaHHBIE “KPUIITO-
MUKOTbI” — BHYTPUKJIETOUHBIEC MTapa3UTHI.

MUuUKpoCTopUaAM B TPaAULIMOHHOM MOHUMaHUU
(Uccu, Boponun, 2007; Mccu, 2020; Wadi, Reinke,
2020) — obnuraTHble BHYTPUKIIETOYHBIC Iapa3vThI
MO3BOHOYHBIX U OECIIO3BOHOYHBIX XMBOTHBIX 1 pa3-
JIMYHBIX OOHOKJIETOYHBIX (MH(PY30pMii, TperapuH,
napaMuKcumI). Dta dorarasi BUaIaMu rpyima (omnuca-
Ho 1500 BUoB, 1 3TO HEOOJIbIIIASI YaCTh pa3HOOOpa-
31s1), OHA, KaK paHbIlle Ka3aJl0Ch, ICHO BBIIEISCTCS
Mo MOP(MOJOTUYECKUM U YJIbTPACTPYKTYPHBIM ITPHU-
3HaKaM: yTpaTa XT'YTUKOB 1 LIEHTpUOJIeit, KAHOHWYe-
CKUX MUTOXOHApWII, BUIOM3MEHEHME aIlapaTra
lonpmky Ha LMTOJOTMYECKOM U OMOXMMHYECKOM
ypoBHe (yTpaTa Be3UKYJSPHOTO U KJIATPUHOBOIO
TpacmopTa), HaJIu4ue CIIop, CHAOXKEHHBIX CJIOXHBIM
anmapaToM IS 3apaxkeHus Xo3siuHa. Ilocie nckino-
YyeHUusT U3 “CIOPOBUKOB” B CTapoM ITOHUMaHUM
(oOBenMHSBIIEM MUKPOCIIOPUANIA, MUKCOCIIOpU-
IUA, TarjoCIOpUAMIA M 4YaCTUYHO COBPEMEHHBIX
Apicomplexa) MUKpPOCTIOPUINIA pacCMaTpUBaIM KakK
tun (Sprague, 1977; Weiser, 1977), 0 poICTBEHHBIX
CBSI35X KOTOPOT'O BBIABUTAIM CaMble pa3HbIC IIPEIIIo-
JIoxXeHusl. BbicKazaHHasi Ha OCHOBE (pUJIoreHeThYe-
CKOTI'0 aHaJIn3a IIeCTU TeHOB TMIOTe3a O POJICTBE TH-
ma MUKpocropuauii u p. Rozella (James et al., 2006)
B HacToslIee BpeMsl Tojyuynia yoeauTeIbHYIO MO~
Iepxky. bojee Toro, ycraHOBJIE€HO, YTO MHOTHUE
“KpPUNTOMMKOTHI” (PUIOTEHETUYECKM eIle OIMmKe K
MUKpocriopuausM, yeM Rozella spp. Takum obGpa-
30M, “KPUOTOMUKOTHI mapaduIeTUIHB OTHOCH-
TeJIbHO MUKpocnopuauii. Eciin uckiounTs u3 pac-
CMOTpeHusl adeana, TO CeCTPUHCKOI MO OTHOIe-
HUIO K TpubaM OKaxXeTcs Kiama, OO0beaMHSIONIAs
MUKpocrnopununii ¢ “xkpurnrromukoramu”. Tlocie He-
CKOJIbKMX B3aMMOUCKIIIOYAIOIINX WHUIIMATUB TI0
TaKCOHOMMHU, IIBITABIIMXCS ypPaBHOBECUTH “Iiap-
CcTBO” TPUOOB, “TUN” MUKpocnopununii, p. Rozella n
Ipyrvue poabl “KPUNTOMUKOT”, ObLIO MPEIJIOKEHO
pacIIpuTh 00beM MUKPOCIOPUANI HA BCEX “KPUII-
TOMUKOT”, 3a UCKITI0OUeHMEeM p. Rozella n npyrnx ¢pu-
JIoreHeTU4YecKM paHHuX jJuHuii (Bass et al., 2018).
Tenepcoo u coasropsl (Tedersoo et al., 2018) momin
JIajbllie ¥ B HEOABHEM PEeBU3MM CHUCTEMBI T'PUOOB
MPeIIOXUIN 00l1ee Ha3BaHUE ISl TPYTIbI, 00beIM -
HSIIOIIe il MUKPOCIIOPUINIA U po3eing, (IOALapCTBO
Rozellomyceta). IIpobiemMa HamMeHOBaHUS MOI00-
HbIX (PUJIOTEHETUUECKU €AUHBIX, HO CTPYKTYPHO Te-
TEePOreHHBIX KPYIIHBIX TPYII TPeOyeT OTIeILHOIO
paccmoTpeHus. B yacTHOCTH, IIpucoeAMHEHNE BCEX
“KpUIITOMUKOT” K MUKPOCIIOPUIMUSIM OaeT obliee
UMSI 00JIBIIOM MOHO(MUIETUYECKOM IPyIIe, HO 1 OJI-
HOBPEMEHHO M3AEPKKY B BUIE YTPAThl AMarHo3a TaK-
COHOM MMKPOCHOPUIMNI B HOBOM MOHWMaHUM, TO-
CKOJIbKY OH OOBbEAUHSIET IUIE3MOMOP(MHBIE KTYTUKO-
BbIe U (paroTpodHBIE POPMBI, IepexoaHbIe (POPMBI U
BBICOKOCTIELIUATIM3UPOBAHHBIX TUMWYHBIX MUKPO-
cnopunuii. IIpumeHenue Ha3BaHus “Rozellomyceta”
MMeEET U3IEPKKY B BUAE YTpaThl IMarHo3a rpudaMu.
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O6mmag mpoobiieMa TIe3MoOMOPGMHBIX W CIICIIMaIN31-
POBaHHBIX BUIOB B OIXHOI KJaae chopMyarMpoBaHa
XennnroM (Hennig, 1966) B “mipaBuiie aeBraliviu” u
B.C. YymnoBeiM (2002) B KOHLEMILIMKU CKPHITOPOII-
CTBEHHBIX (KpunTadUHHBIX) TAKCOHOB U HEN30eX-
Ha B paMKaxX (QUJIOTeHeTUUECKOIT cucTeMbl. B pamkax
Hallleil paboThl Mbl paccMaTpUBaeM IPYIILY, COOEpP-
KaIryo MUKpOCIIopuanii sensu lato BMecte ¢ Rozella,
NCLCI1 u xnagoit XI (Lazarus, James, 2015), a Ha-
MMEHOBaHNE “KPUNTOMHUKOTHI” OyIeM WCIOJb30-
BaTh B KQYECTBE OOMXOIHOTO [IJIsI HEPAaHTOBOTO Mapa-
(GMIETUYECKOrO OCTAaTKa IT0CJIe BBIIEJICHUST MOHOMM-
JIETUYECKOI IPYIIIThI TUTIMYHBIX MUKPOCTIOPUIHIA.

st onmycaHust ICTOPUY CIlelMaan3aluy TUITY -
HBIX MUKPOCTIOPUIUIA (Sensu stricto) HY>KHO paHXU-
POBaTh CKPBITOPOACTBEHHBIX (KpuNTa(OUHHBIX) UM
“KpUIITOMUKOT” TIO CTETIEHU pojJcTBa. B HacTosiiee
BpeMsl KaHAMWIATOM Ha MecCTO OJuXkailero poj-
CTBEHHUKA TUMNWYHBIX MUKPOCHOPUIMIA CUUTAIOT
Chytridiopsida (Corsaro et al., 2019). Panbine Chyt-
ridiopsida oTHOCMIM K TUIWYHBIM MUKPOCHOPHUIV-
aM, WHorma B cocTaBe Kiacca Metchnikovellidea
(Weiser, 1977). IpyruMm, IOTOJHUTEIbLHBIM IOIXO-
JIOM SIBJISIETCSl U3yYeHUEe HauMeHee CIlelMaTInu3upo-
BaHHBIX U3 TUTIMYHBIX MUKPOCTIOPUIUIA, K KOTOPBIM
oTHocsAT MeuHukKoBesuiua (Mccu, Boponun, 2007) —
TUMeprapasuToB, U3BECTHBIX U3 rperapuH, rapasu-
TUPYIOIIMX B MOJUXeTax. MEYHUKOBEJINUIbI ONUCca-
HbI B KoHIIe XIX B., HO X MPUHAIJIEKHOCTb K MUK~
pocriopuausiM Obljla JOKa3aHa TOJBKO C TOMOIIbIO
aJIeKTpoHHOM Mukpockomnuu (Vivier, 1965), 1 ¢ Tex
MOp OHU CUUTAIOTCSI TPUMUTUBHBIMU TIpeICTaBUTE-
JIIMA MMKpPOCITOpUAMii B paHre kjacca Rudimicro-
sporea (Sprague, 1977) wiu Metchnikovellidea (Weiser,
1977). OT npyrux TAOUYHBIX MUKPOCITIOPUANI UX OT-
JIMYAIOT MEeHee CHelau3MpOBaHHbIE CIIOPHI C KO-
pPOTKO# TIONSIPHON TpPYyOKOM, 0e3 IToJasIpoIuIacTa,
SIKOPHOT'O IMCKA 1 3aHEN BaKyOJau; UX XKU3HEHHBII
LIMKJT BKJIIOYAET, TIOMUMO CIIOPOTOHUM, Beaylleil K
CBOOOIHBIM CIIOpPaM, TAKXKe MPOIYKIIMIO CITOp, JexKa-
11X B LIACTaX (3TU CBOMCTBA OHU pa3aeisiioT ¢ Chyt-
ridiopsida). I'mnore3a o Ha4YaJbHOM pPaCXOXICHUU
MUKPOCTIOPUIIUI Sensu Stricto Ha MEUYHUKOBEJUIUI U
BCEX OCTAJIbHBIX TTOATBEPKIeHA TeHOMHBIMU TAHHBIMU
(Mikhailov et al., 2017; Galindo et al., 2018; Nasso-
nova et al., 2021). OnucaHbl, OTHAKO, U IPYTHEe MUK~
pPOCIIOPUINU, CUYUTAIOLIMECS TTPUMUTUBHBIMU: Bux-
tehudea, Jiroveciana, Burkea, Hessea (Mccu, Bopo-
auH, 2007; Larsson, 2014). I[To HMM He nMeeTcsT MO-
JIEKYJIIPHBIX TaHHBIX, 1 Jajiee Mbl MX He 00CYKIaeM,
IMOCKOJIbKY OCHOBHOI 1I€JTbI0 HAIIEro 0030pa SIBJISTFOT-
csl HEWJAEHTU(UIIMPOBAHHbBIE W 3arpsI3HSIONIME TEHbI
pPHK muxkpocnopuauii u3 pa3HbIX ICTOUHHUKOB.

MATEPUAJIBI U METOJbI

Basbl gaHHbIX ¥ mponeaypa moucka. HykieoTua-
HbIE MOCIEA0BATEIbBHOCTY U3BICKAIU U3 0a3 TaHHBIX
NCBI (https://www.ncbi.nlm.nih.gov/). ITTomumo
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6a3el nr (non-redundant, GenBank; Benson et al.,
2013), ucroyib30Baid OpPUTHMHAIBHBIE TPaHCKPUII-
ToMHbIe maHHBIe (JanouSkovec et al., 2019), 6a3bl
SRA (The Sequence Read Archive) (ERX2404075—
ERX2404077), conepxaiue IIMHHbIE KOHTUTU, CO-
OpaHHBIE IIO0 pe3yiabTaTaM BBICOKOIIPOM3BOAUTEIb-
HOIO CEKBEHUpPOBaHUS aMIUIMKOHOB (Jamy et al.,
2019), u metareHoMHbIe JaHHbIe U3 wgs (Whole Ge-
nome Shotgun), conepxKallyue IJIUHHbIE KOHTUTHU
(Mitchell et al., 2018; Sanchez, Cao, 2019; Cotto
etal., 2020; Sharrar et al., 2020; Thornton et al.,
2020). [is 1ourcka 1ejIeBhIX ITOC/IeA0BaTeIbHOCTEM
ncnoiab3oBanmu nHCTpYMeHTHI BLAST (Altschul et al.,
1997), B Buae BXOOHOIO 3aIipoca MCIOJIb30BalIu I10-
cienoBatenbHocT 18S pPHK mpencraButesneit oc-
HOBHBIX TpyIIT “KPUIITOMUKOT”, BBISIBJIEHHBIX
MPEeabIIYIIMMU UCCICIOBAHUSIMMU.

®uioreHeTndecknii anam3. HykineoTumHble mo-
ciaenoBartepHocTH pPHK nmobaBnsiinm K moaroTros-
JICHHOMY paHee BbIpaBHUBaHWIO KakK K Mpoduito,
ncrionb3yds MUSCLE (Edgar, 2004). YyacTkn, BBI-
paBHUBaHUE KOTOPBIX IMPOOJEeMAaTUYHO, TMeperd Io-
CTPOCHMEM JepeBa yaalsiyiu BpyuyHylo. baiiecoBsl ne-
peBbs1 cTpomiu ¢ momonibio MrBayes 3.2.5 (Ronquist
et al., 2012), ucronb3yss Moaeab HYKJICOTUIHBIX 3a-
MeH GTR (General Time-Reversible) (Tavaré, 1986)
C YYE€TOM HEpPaBHOMEPHOCTU CAWTOB IO CKOPOCTHU
9BOJIIOLIMM COIJIaCHO TaMMa-paclipelieIeHuIo, arl-
npokcumupyemomy 10, 12 wnu 16 xateropusimu, ¢
KCIO0JIb30BaHUEM KOBAapUALIMOHHON MOJIEJIU DBOJIIO-
U1 uau 6e3 TakoBoii. YKciio He3aBUCHUMBIX 3aIlyC-
KOB, uyucio MapkoBckux ueneir MoHrte-Kapio
(MCMC) B KaxXaoM 3a1ycKe 1 YMCJIO TeHepallnii Ba-
pbupoBaiu. JepeBbsi BUyaTU3UPOBAIU C TIOMOIIBIO
Figlree (Rambaut, 2010) 1 MEGA (Kumar et al.,
2016).

Crpykrypublii anam3. KaptupoBaHue CHIPBIX UTe-
HU U1 U3MEPEHM S MOKPBITUS BIOJIb TPAHCKPUIITOB
MEUHUMKOBeJIMI BbilloaHeHO Bowtie 2 (Langmead,
Salzberg, 2012) ¢ mapamerpamu “—end-to-end —no-
mixed —no-discordant”. JlaHHBIE TTOKPBITASI U3BJIC-
YyeHbl U3 bam ¢daitlioB BeIpaBHUBAHUN YTEHUI MPU
nomoimmy BEDTools (Quinlan, Hall, 2010) ¢ mapa-
MeTpaMu “-pc” Oy pacdera OOIIEro MOKPBITUS T10
¢dparmMeHTaMm (T.€. OT IPSIMOTO U A0 OOpaTHOTO UTe-
HUs) 1 “—5 -strand +” mig momcyeTa TouyeK Hadajla
¢dparMeHTOB. B KOHTpPOJILHOM OIThITE OMOJIMOTEKY
SRA: SRR10440982 kaptupoBanu Ha ortiepoH pPHK
Saccharomyces cerevisiae S288C (NC_001144.5:
451786-457732). B Moaensgx BTOPUYHOU CTPYKTYPbI
pPHK Gonbiroit 1 Mayioii cyd4acTUIl UCIIOJIb30BaTNU
M3BeCTHYI0 HoMeHkiarypy (Wuyts etal., 2001);
CTPYKTYpy cnupajeit 19—21 KoppeKTupoBaau o MO-
JeJIbHBIM BUIaM: UHdy3opuu Tetrahymena thermoph-
ila n mpoxckam S. cerevisiae (Lee, Gutell, 2012). He-
KaHOHUYECKME ITaphl, B TOM YMCJIE TIOATBEPXKACHHBIC
PEHTITEHO-CTPYKTYPHBIM aHAJIM30M U KPUOBJIeK-
TPOHHOII MUKPOCKOITMEHl pruOOCOM MOACIBLHEIX BU-
JIOB, HE YYUTHIBAIM, HAIIPOTUB, KOMIUIEMEHTApHbIC
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Mapbl HA KOHIIAX COUpaJieil BKIIOYAIU B TIpeACcKa3aH-
HbIE CITIUPAJIU, Jaxke eCJIU TaKoe paclIMpeHHre CIiupa-
JIeil He XapaKTepHO [JjIsi OOJIBINMHCTBA BUIOB. Jlo-
KanbHOe cBopaunBanue PHK mpenckaspiBanu ¢ mo-
Molibio cepBepa Mfold (Zuker, 2003) ¢ mapameTpoMm
ydeTa CyOONITUMAIIBHBIX CTPYKTYP (15%). Mcrionb3o-
BaJli KaK TEKYIIyI0 BEPCUIO, MPEACKA3bIBAIOIIYIO
cTpyKTyphl ipu 37°C, Tak 1 BEpCUIO 2.3 ¢ BO3MOXKHO-
CTBIO BBIOOpA TeMIIEpaTyphl (B 3TOM ClIyyae BbIOMpa-
1m 15°C). B npenckasannu ctpykrypsl ITS2 ncrnons-
30BaJIM, HACKOJBKO 3TO OBLIO BO3MOXHO, MOICIb
“yeThIpeX JOMEHOB” ¢ XapaKTEepHBIMU 3JIEMEHTAMU B
cumpaisx 11 u III (Joseph et al., 1999; Schultz et al.,
2005; Coleman, 2007, 2015). B cydae aHanu3a peru-
OHa, COOTBETCTBYIOIIEro peayunposanHomy ITS2 y
MEUYHUKOBEJUINI, HMCIOJIb30BaIN OporpamMmmy
RNAalifold (Bernhart et al., 2008) B cocTaBe
ViennaRNA web-cepsuca (Gruber et al., 2015), yun-
THIBAIOIIYI0 MHMOPMAIINIO O BHIPABHUBAHUM IIep-
BUYHBIX CTPYKTYp. Busyanusuposaiu Moaenu ¢ 1mo-
moublo RnaViz 2 (Rijk et al., 2003).

PE3VIIBTATHI 1 OBCYXIEHWE

MeunukoBeumabl. [1py aHanuze pe3ybTaToB Bbl-
COKOITPOM3BOINTEIEHOTO cekBeHnpoBaHus KJIHK »y-
rperapuH, apxurperapyd u OjactorperapuH (Ja-
nouskovec et al., 2019) B Tpex 6ubMoTeKax oOOHapYKeHbI
MOCJeI0BaTeIbHOCTU, TIpUHAJIEXAIIME MUKPOCTIOPH -
IUSIM — MEYHUKOBEJTMAaM. 31eChb Mbl OIMChIBacM
koHTturn pPHK, xoTss MHOrue 0eI0K-KOOUPYIOIIe
TPAHCKPUNTHl MEUHUKOBEJUIUA, TaKXe MOTYT ObIThb
coOpaHBbl 13 3TUX OMOIMOTeK. MEeUHNKOBEJUIMIBI U3
asyrperaputbl Polyrhabdina sp. Ha OCHOBaHMHU CXOJI-
CTBa HYKJIEOTHUIOHBIX mociaegoBaTeabHOcTeit (Gen-
Bank QXFS01001040, QXFS01000707; Galindo et al.,
2018) otHeceHsl K Buny Metchnikovella incurvata Caul-
lery et Mesnil 1914, u3BecTHOMY M3 3TOr0 XO3SIMHA
(Sokolova et al., 2013; Rotari et al., 2015). Me4yHUuKO-
BeJUIMABI U3 apXurperapuHel Selenidium pygospionis
Ha OCHOBaHHWM CXOJICTBA HYKJIEOTUIHBIX MMOCJIEA0BA-
TeJIbHOCTel OTHeceHbl K Buay Metchnikovella dogieli
Paskerova et al., 2016 — 0OBIMHOMY TTapasuTy S. pygos-
pionis (GenBank MT969020; Paskerova et al., 2016,
2018; Nassonova et al., 2021). B 6nactorperaprHax
MEUHMKOBEJUIU paHee He HaXOAWIU; HYKJI€OTUIHbIC
MoCaea0BaTeIbHOCTA, HaWIeHHBIE B OMOIMOTEKe
kJIHK (GenBank GHVV01457926, GHVV01457913,
GHVV01457924) — ntepBast Takast Haxonka. PHK st
cunTte3a kKJIHK Onia BeImeeHa 13 HECKOJIBKUX JIE-
CSITKOB KJIETOK OJ1acTOrperapvH, U3BJIeYEHHBIX U3 K1~
IIeYHMKAa MOPCKMX moauteT Scoloplos cf. armiger n
dopMaTbHO OITpeAeTIeHHBIX Kak Siedleckia nematoides.
OnmHako noauMop@u3M 0eT0K-KOAUPYIOLINX TpaH-
CKPUIITOB B OMOJIMOTEKE TOBOPUT B MOJIb3Y TOTO, UTO
BBIOOpPKAa KJIETOK OJlacTOrperapuH TIIpeacTaBiIcHa
CMeChlo BUIIOB-NIBOMHUKOB. Eciiu 310 Tak, TO Ha ce-
TOMHSI XO3sMHA IIpaBUWIbHEe 0003HAUUTh Siedleckia
cf. nematoides. brmskoro cxoncta pPHK Meunuko-
Ne 3
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Besuuabl u3 S. cf. nematoides ¢ KakuMU-110O0 U3BECT-
HBIMW HYKJIEOTUIHBIMM IOCJIENOBATEIbHOCTSIMU He
OOHapyKeHO (ee MPUHAIJICKHOCTh MEUHUKOBEJUIMIC
O0OCHOBBIBAETCSI IOCTPOCHHBIM  (bUJIOTeHEeTHUYE-
CKUM JiepeBoM). B 6ubnanoTekax n3 pupogHbIX Cy0-
CTpaTOB He HalimeHo TocienoBarenabHOcTeld pPHK
MEYHUKOBEIN (32 UCKIIOYEHUEM KOHTAMWHAHTA,
Homep B GenBank KX214678). C apyroii cTopoHbI, B
TpeX BUIaX T'perapyH U3 IISITU, UCCICAOBAHHBIX METO-
JIOM BBICOKONIPOMU3BOAUTEIFHOTO CEKBEHHPOBAHMS
(Janouskovec et al., 2019), oGHapy>keHbl MEUHUKOBEJI-
mupael. [To-BuoguMomy, pa3HoOOpa3ue U pacpocTpa-
HEHHOCTb MEYHUKOBEJIIUI HEIOOLIEHNBAIOTCSI, B TOM
yuciie U py aHanmae aMiutnkoHoB pJIHK, momydae-
MBIX 13 IIpO0 MOPCKUX OCAIKOB.

MeyHMKOBEIUABI 00pa3yloT Ha (pUIoreHeTUuYe-
ckoMm aepeBe PHK manoii cyduyacTuiibl pudbocomM Mo-
HOMUIETUUYECKYIO TPYIITY, CECTPUHCKYIO OCTaTbHBIM
TUITMYHBIM MUKpocniopuausM (puc. 1). DToT pesynib-
TaT MOBTOpsieT paHee omybiamkoBaHHBIE (Mikhailov
et al., 2017; Bass et al., 2018; Galindo et al., 2018; Cor-
saro et al., 2019, 2020; Nassonova et al., 2021). Bunsr
Amphiacantha o6ocobneHbl oT Metchnikovella spp. u
Amphiamblys spp. (p-AUCTaHIIY, BHIYUCICHHBIC IS
BbIpaBHUBaeMbIx yuactkoB pPHK, — okoino 0.3), Ha
OCHOBaHUM YEro MOXHO TPUHSTH BbIAECJIEHUE IS
HUX IBYX OTIEIBbHBIX ceMelicTB: Amphiacanthidae n
Metchnikovellidae (Larsson, 2000, 2014). Ilapa3ur
OnactorperapuH obpasyeT Ha (UIOTeHEeTUYECKOM
JiepeBe TPETbI0O BETBb MEUHUKOBEJJIU, 000COOJIEH-
Hy1o oT Amphiacanthidae u Metchnikovellidae.

OnmHa M3 0COOEHHOCTEM MUKPOCHOPUINN Ssensu
Stricto — COEOUHEHUE B EIUHYIO MOJIEKYJY 3PeJIbIX
5,8S- 1 28S-nonoonbix pPHK (oTcyrcTBHE camocTo-
areabHoit 5,8S pPHK, Tak ke kKak y mpokKapuoT)
(Vossbrinck, Woese, 1986). ¥ TUITMYHBIX MUKPOCITO-
PUMINI HET KOHCEPBAaTUBHbLIX ajieMeHTOB I'TS2, cuun-
TalOIIMXCsT BaxkHbIMU 1j1s1 mpoueccuHra (Coleman,
2015). Y apyrux sykapuot ¢ I'TS2 rpaHAYaT IINUIbKU
B7 u B8 — xoHcepBaTuBHBIC 271eMeHTHI 5,8S pPHK.
HImamsku B7 1 B8 OTCYTCTBYIOT Y TUITAYHBIX MUKPO-
CIIOPUONIA, a Y HEKOTOPBIX OTCYTCTBYET U IIITIIbKa B6
(puc. 2) (Rijk et al., 1998; Peyretaillade et al., 1998;
Van de Peer et al., 2000). ¥ MeuHUKOBEIUIMI MbI
MpeacKa3bIiBaeM IIMIWIBKY B6 1 He HaXOAVM MUK
B7 u B8, Torna xak Kopcapo u coaBropsl (Corsaro
et al., 2019, fig. 5) romonoru3zupyot ciupaiau B6 Am-
phiamblys sp. u B8 Chytridiopsis typographi, Ha3bIBast
nx “GC-06orateiMm ctebaem” (GC-rich stem). Bo3Hu-
KaeT BOMPOC: KAKUM PEKOHCTPYKIIMUSM OOJIbIIIE 10BE-
psiTb? BO3MOXHOCTH aJIbTEpHATUBHBIX, MPU ITOM
OJIM3KMX MO 3HAYECHUSIM CBOOOIHOI 3HEpPruu odpa-
30BaHUS BapUaHTOB JIeJaloT NpeacKa3aHus JJisl OT-
JeJIbHBIX BUAOB COMHUTEIbHBIMU, a BApUAOEIbHOCTh
paccMaTpruBaeMoOil 00JlacTu 3aTpyAHSIET TpUBJieUe-
HUE€ yIaJIeHHbIX BUIOB ISl BBISIBJIEHUSI COBIIaalo-
KX 3JeMeHToB. Ho 111 MeYHMKOBe/UIUA B 1IeJIOM
MOXHO 3aMETUTh TPU Mapbl KOMIIEHCATOPHBIX HYK-
JIEOTUIHBIX 3aMeH B cTtebsie B4 oTHocuTenbHO Vairi-
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morpha apis 1 1Be mapbl KOMIICHCATOPHBIX 3aMEH B
credne B9 y Metchnikovella incurvata oTHOCUTEIBHO
M. dogieli n Amphiamblys spp. (puc. 2, 4eTbIpEXyTOoJib-
HUK). DT KOMIIEHCAaTOPHBLIE 3aMEHBI ITO3BOJISIOT
OIIpeNe/UTh IojloxkeHue cnupaneiit B4 u B9. Y meunu-
KOBEJUIMIBI U3 OjacTorperapuH crebenb B9 okaHum-
BaeTCs IIPOCTOM TETJICH, TaK Xe KaK y IPyTUX TUITMI-
HBIX MMKPOCHOPUIUIA. Y OCTaJIbHBIX MEUHUKOBEJI-
yun 310 Mecto “ITS2” 3aHaTO cneuMdUIecKUMM
CTPYKTYPHBIMM 3JIEMEHTaMM, HE BIIMCHIBAIOIIMMUCS,
OJIHAKO, B MOJIEJIb “UeThIpeX JOMEeHOB” . UHCTpyMEHT
RNAalifold crmocobeH momorHaTh IIpencKa3aHHbIS
CTPYKTYPHI TPeX BUIOOB K OOIICH IUISI HUX MOAESIH B
BUae “oropoaHoro mnyrajga” (puc. 2), a niasg M. incur-
vata MOXHO TpeanoJjiaraTh 3KCIaHCUIO B 3TO MECTO
HYKJICOTHMAHBIX IOCJIeAOBaTEIbHOCTEel, KaK U BO
MmHorue apyrue mecta pJIHK storo Buma. He sicHo,
Kak Mojiefib, creHepupoBaHHast RNAalifold, cooTHo-
CUTCS C MOJIEIBIO “YeThIpeX JTOMEHOB” 1 HACKOIBKO
OHAa OKAXeTC YCTOMYMBOM K HOBBIM TAHHBIM.

MeYHUKOBEIUTUABI COXPAHSIOT B MOTU(PUIINPO-
BaHHOM BUIE KOHCEPBAaTHBHbIA MOTUB ggyryryygttt-
GAGtrtcr Bomsu 3'-rpanunsl 5,8S pAHK (puc. 3).
OOBIYHO 3TOT YJYaCcTOK KOMIIJIEMEHTapeH S5'-KOHIIe-
Boii oonactu 28S pPHK, 1 BMecTe OHM COCTaBIISIIOT
ocHoBaHue cnupasiu B9. Ho y MmeuHukoBennun emy
IIPOCTO HET KOMILJIEMEHTAPHBIX HyKJICOTUAOB B OJI1-
Kaiieit okpectHoctd. M1 B Mozenu “oropomHoro
nyraja”, u B Moneau Kopcapo u coaBropoB (puc. 2)
KOHCEpBaTHBHAsI II0CJEIOBATEIbHOCT MEUYHMKO-
BeJUIN, romojiornyHas 3'-koHuy 5,8S pPHK, npen-
cKazaHa He B COCTaBe CIIMPAaJIM, KaK y IPYrUX BUIOB,
a YaCTMYHO B BUIIE OOHOLICIOYeYHOM neTian. [lomu-
MO MEUHMKOBE/UIUIA, pPacCMaTpuBaeMbIii YYacCTOK,
KaK KaXeTcsl, 3aHMMAaeT HeCTaHAapTHOE IT0JI0KEeHIE
Bo BTopmuHOM cTpyKType pPHK 1 HekoTOphIX mpy-
rux BUnIoOB, Hanipumep Chytridiopsis typographi. T1o-
BUIMMOMY, (YHKIMS 3'-KOHIIEBOTO ydacTkKa 5,8S
pPHK nHe orpanmumBaeTcst cBg3bIBaHUEM c 28S
pPHK nns obpazoBaHusi cnimpaiu B9, HO Takke
MpearoaraeT CBSI3bIBAaHWE M C aJlbTepHATUBHBIM
(Hem3BeCTHBIM) JIMraHaoM. MiHade mmapHbIe KOMITEH-
caTopHbIC 3aMEHBI MOCTETIEHHO Pa3pYIIIN Obl KOH-
CepBaTUBHBIII MOTUB, OCTaBHUB 3a CYET KOMIIEHCA-
TOPHBIX 3aMEH TOJIBKO KOMILUIEMEHTApHOCTb HUTE
B9 nono6HO ToMy, KaKk 3TO HaOJiroJaeTcsl B Bapua-
6enbHBIX crimpansix ITS2. YV npyrux TUIIMYHBIX MUK-
pOCIIOpUINIA yTpauyuWBaeTCsI M 3Ta (HEM3BECTHA)
GYHKIIMST BMECTE C COOTBETCTBYIOIIECH HYKJICOTHI-
HOIi Toc/ienoBaTeIbHOCThIO. BeposiTHO, NTBOMCTBEH-
Hasl TpHpoda CBOMCTBEHHAa MHOTUM CIIMPAIsIM
pPHK, momnepeMeHHO BBICTYIIAIOIIUM JIMOO Kak
JIBOIHAs cCrIMpaJib, 1100 Kak crielupuyeckas rnocie-
JIOBaTeJIbHOCTh HYKJIEOTHUIOB, YTO OOECIIeYMBaeT B
SBOJIIOLIMY HE TOJIBKO KOMITIEHCATOPHbBIE 3aMEHBI, HO
U JJIMTEJIbHOE COXpaHeHNe MEPBUYHBIX CTPYKTYD.

Bo3HukaeT Bormipoc, o0ecredynBaroT M CBOEOO-

pasHBIe 3JIEMEHTHI Ha MeCTe coenuHeHus 5,85 u
octanpHOM yactTu PHK OonpIroit cydyacTuiisl pu-
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Nosema 92
kil 100 = Vairimorpha firies e il
]/ 100 Er cuniculi 710055
2 Cystosp AJ302320
s 100 - ['" ¢ ”hieneu.\'i AF023245.1
™ ocu:tae AY37635 o
100 Nematocida homosporus . 1
_'_
% 91 100 3 parisii  XR_001214623.
O icula popilliae 1564602
87 M nylanderiae  KRr704917.1
100 C obtusa  NHGA3031 1
ERR2355432.10283 0 o . e
1 hi MH728789.1
MPEI- 9 ARessic2 | U
Ll?l\%TSNiz(HZDeC _72 AB902006.1
92y AT 130850 X 82 TAG[R[23 AB191431.1
cn. sp. amproderma  sp. AB779691.1 (Lazarus, James, 2015) I,
More loxg%rggslacpcamoebae P 037 Al XI (Lazarus, James, 2015)
EF(2
5 thwrtdmmda(hn' © e GSOZ (Tedersoo et al., 2017)
ﬁ}‘%“? 045207 s &GL09833 096_G3224 ket |
ERR2355433 1989 Rozella “sp . 347 0, XTI (Lazarus, James, 2015)
wi ERR? 9.1 2355432.3676
100 GL%OIWO 2824“5079 KY6878 GSO07 (Tedersoo et al., 2017)
“ PFAI2AU2004 D0 IX (Lazarus, James, 2015)
50 057529
nf] HE e A e ees Faet ' Dikarya
— XI, XIl(Lazarus, James, 2015) o Pluteus cerv;n;u i 1
7 iversispora celata 3 .
“ 1y ADS,,GM',?BM\-” 063 ey Gl (Bass et ., 2018) Edogons Toctia o, Mucoromycotina
noedoaphe dium occidenta’e XS Aphelida (I'pomos, 2000) Boothiomyces macroporosum — 032262.1 L
76 Aphelidium aff. melosirae 56093 Cladochytrium replicatum v Chytridiomycota

Spizellomyces™ punctatus —~AFTOL-IDIS2 AYS

“ Fungi (= Eumycota)

155 PCI2.D6_Lia i 1165 -
L9 = BARGOOES 110101 BCGS2 (Wijayawardene et al., 2020)

32 Nuclearia pattersoni AY364635
C‘I\;ugl;c[an‘lida o - é Parvularia at/ann:F K131z,
olpodella edax = Ay23is43 onticula alba 115
Adelina dimidiata  D0096s35 46 ‘Pompholyxophrys punicea MK547175

Cryptosporidium serpentis AFI51376.1

EF666482.1
Stylocephalus teus
QocepRa ganie Stenophora robusta 11259761 98 BAQAQGS 103
@:'_— GGEband 280NS36E V072
99 ——————————— Gregarina sp. ex Phaedon brassicae 12715.1 CL-10 Q4800221
98 Gregarina mphandrades AF129882.1
[E— Gregarina blattarum 11459741
0.1 - - icola migrator 11459754
MKISIS31.1
85 Gregarina kingi 11459746 .1

Puc. 1. BaitecoBo nepeBo PHK manoit cybuactuiiel pubocom mukpocnopuauii. [IpencrasieH pe3yabTaT JIydIIero 3aIrycka
“run2” (ngen = 10000000, nchains = 8, nst = 6, ngammacat = 10, covarion = yes). Ha quarpaMme paccestHusI IIpeICTaBJIEHbI
3Ha4YeHMs Jiorapudma MpaBIonoao0rs B ceMHU JydIlInX 3amyckax (13 14). JlnvHa BeTBeil B moaaepeBe TUIIMYHBIX MUKPOCIIO-
pUaMii cokpalleHa BABoe (IIIMPOKKUe JTUHUN). ATIOCTEpUOPHbIE BEPOSITHOCTH TaHbl B MpolieHTaX. CXOIMMOCTb TOMOJIOTU He
JIOCTUTHYTA, B YaCTHOCTU, HEKOTOPBIE KJIaJIbl C BLICOKOI alTOCTEPUOPHOI BEPOSITHOCTHIO B HE3aBUCUMBIX 3aITyCKaX OTCYTCTBY-
IOT B HACTOSILIEM JEPEBE, U HA0OOPOT. BeposiTHhie apTedakThl onoxenus kiag BAQA065 n GS01 o6CcyXaaloTcest B TEKCTE.
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Gen. sp. ex Siedleckia cf. nematoides
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Puc. 2. IpenckazaHHass BTOpUYHasl CTPYKTypa CIUTHBIX “5,8S”- u “28S”-momo6Hoit pPHK TMIIMYHBIX MUKPOCTIOPUINIA.
VYyacTku nociaenoBaTeabHOCTel, romonornyHbie 5,8S pPHK, ormeuensl cunuMm, 28S pPHK — kpacHbiM; rpaHuiib 5,8S u 28S
pPHK npuxonsrcst Ha yyacTok crivpanu B9, v HeorpeaesieHHOCTD MOJI0XKEHUST TPaHMIL OTMeYeHa rpaarueHToM LBeta. Crienu-
(bryeckue 111 MEUHUKOBEJTW CIIMPpaiu 0003HAYEHBI X, Y, Z. JIBe mapbl KOMIIEHCATOPHBIX 3aMeH B B9 mexny Metchnikovella
incurvata, M. dogieli v Amphiamblys spp. BbleJICHbI CEPbIM MPSIMOYTOJbHUKOM. YacTh KOHTaKTa cniupaiu B3, oTHeceHHas
Kopcapo u coasr. (Corsaro et al., 2019, fig. 5) Kk BHyTpuMOIeKyIsIpHOI ciupanu B mpeneax 5,8S pPHK, BeimeneHa xkenTbiM;
ob6o3HaueHus crimpaieit BS, B6 u “B9” Ha monenu Kopcapo u coaBropoB no6aeneHbl Hamu. CTpyKtypa s Encephalitozoon
cuniculi v Vairimorpha apis (poooBoe Ha3BaHUe coriacHo nociaenHeit pesusuu (Tokarev et al., 2020)) npuBeneHa Mo paHHUM
momnensiM (Peyretaillade et al., 1998; Rijk et al., 1998; Van de Peer et al., 2000) ¢ He3HaUMTETbHBIMU U3MeHEeHUSIMU. HoMeHKI1a-

Typa cnupaieit pPHK mo: Wuyts et al., 2001.

6ocom mpoueccuHr Tnpe-pPHK y MeunukoBemmu.
O6nacte “ITS2” Tpex BUIOB MEUYHUKOBEIUIMI, OIS
KOTOpBIX mocTynHbl ombanoreku KJIHK, mokpwita
OTJEJIbHBIMU UTEHUSIMU Ha YPOBHE, OJU3KOM K T10-
KPBITUIO COCETHUX CTPYKTYPHBIX 2JIEMEHTOB, TOTJa

XYPHAJ OBIIIEN BUOJIOTUU  Tom 82

Ne 3 2021

Kak 11pu ripoueccuHre I'TS2 HabmrogaeTcss CHIDKEHIE
kosimyectBa KJAHK 1 yncna yreHuii B 3TOi obJiacTu,
KaK BUIHO Ha IpUMepe KOHTPOJISI — OMOJIMOTEeKU
kJIHK npoxckeii (puc. 4). Y MEYHUKOBEJUIMI HE BUII -
HO MPM3HAKOB KOHIIa MaTpull B ooimactu “I1TS2”, To-



208

Saccharomyces cerevisiae (J01353)
Schizosaccharomyces pombe (Z19578)
Rozella allomycis (AY635838)

Rozella sp. JEL 347 (DQ273766)
Mitosporidium daphniae (JMKJ01000175)
Chytridiopsis typographi (MH728789)

Morellospora saccamoebae (MN821072)
WS_CMI1 (FJ687268.2)

WS_CM2 (FJ687265)

GS02: GL09833_096_S189 (KY687657)
GS03: GL04110_042_S136 (KY687580)
GS04: GL03020_035_G2839 (KY687566)
GS05: GL06927_070_S132 (KY687622)
GS06: GL19521_135_G2819 (KY687716)
GS07: GL50970_224_S079 (KY687858)
GS08: GLS51158_226_G2819 (KY687859)
GS09: GL48063_220_S131 (KY687850)
GS10: GL31339_184_S082 (KY687784)
GS11: GL23025_150_S206 (KY687737)
ERR2355433.6557

ERR2355431.3271

Gen. sp. ex Siedleckia cf.nematoides
Metchnikovella incurvata

Metchnikovella dogieli

Amphiamblys sp. WSBS2006 (KX214672)
Amphiamblys sp. WSBS2011 (KX214674)

MUXAWMJIOB u ap.

GGCATGCCT--GTTTGAG-CGTCA. . .
GGCATGCCT--GTTTGAG-TGTCA. ..
AGTATGTCT--GTTTGAG-TATCA. .
AGTATATCT--GTTTGAG-TATCA. ..
GGTATATTT--GATTGAG-TATCG. ..
TAT ACTACA--ATTTGAT-TAATT. ..
Paramicrosporidium saccamoebae (JQ796369) GGGATGTCT--GTTTGAG—-TACCG. . .
GGTATACTT--GTTTGAG-TATCC. ..
GGTATACCT--GTTTGAG-AATCG. .
GGTATGTCT--GTTTGAG-AACCG. ..
AGTATATCT--ATTCGAG-TATCA. ..
AGTATACCT--GTTTGAG-TATCA. ..
GGTATACTT--GTTTGAG-TATCG. ..
AGTATGCTT--GGTGGAG-AATCG. ..
AGTATACCT--GTTTGAG-TATCA. ..
AGTATATAT--ATTTGAG-TATCA. .
AGTATATCT--GTTTGAG-TATCA. ..
GGTATGGCT--GTTTGAG-TGTTA. ..
AGTATGTCT--GTTTGAG-AACCG. .
AGTATGTCT--GTTTGAG-AATCG. .
TTGACGCGT--GGCGTAG-TGTCA. ..
CTTACATTT--GAATGAGTTGTCG. ..

GGATCAGATT - TGTGTAG-TTTCA. .
GGTGCAAATCAAGGCGAG-TGTTT. .
GGTGT-GCAAAGGGTGAG-TGGAT. .
GGTGCAGCA--GCGCGAG-TGGGT. .

TGACCTCAAATCAGGTAGGAGTACEC
TGACCTCAAATCAGGTAGGACTACHC

- TGATCTCAAATCAGACAAGAGTACCC

TGATCTCAAATCAGATAAGGTTACCC
CGATCTCAATTCAAATAAGACTRCLC
TGTTGTATAACCGAAAAGGAAGACLC
TGGTCTCAAATCAAGCAAGAT TACICC
GGATCTCAAATCAAGTAAGGATACLCC

. TGATCTCAAATCAGGTAAGGCTACKC

TGGTCTCAAATCAGGCAAGATTACCT
GAATCTCGAATTAGATAAGATTACCC
AGATCTCAAATCAGGCAAGATTACKC
CGATCTCAAATCAAGTAGGATTACCC
GGATCTCAAATCAAGTAAGGATACCC
TGATCTCAAATCAGGCAAGAAGACLCC

. TGATCTCAAATTATATAAGAATACLC

TGATCTCAAATCAGATAAGAATACCC
TAACCTCAAATCAGCCAAGTTTACCC

. GGAAAAGAAAACTAACAAGGATTCLC
. CGATCTCAAATCAGGCAAGATTAC)C

AACGGCGAGTGAAGACGCACCAGCLC
CACACTCATTTCAAGTGAGATTACCC
—————— CG--GCGGGC-AGGCAACHC

. AAGCTACTCAGGATCCTGGGCAACKT
. AAGAAGGACAGGCACCGAGGCGACLC
. ATGAGA-GCGAGCACCGCGACAACCC

o AGCAGAGGCAGGC:AC_(;GAGAGGAC:CC
: B9 B
<« s

Puc. 3. BoipaBHMBaHME HYKJIEOTUIHBIX MTOCIEIOBATENLHOCTE, 0Opa3yolux ocHoBaHue criupaiu BY. [ponyieHHbIe HYK-
neotunsl ITS2 u gucranbHoli yactTu B9 3ameHeHbsl MHOroTouneM. KoMruiemeHTapHbIe HYKJIEOTUIbI criupanu B9 apoxckeit u
Amphiamblys sp. coeqHEeHBI MYHKTUPHBIMU nyramu. HeBbipaBHMBaeMast 06J1acTh JaHa Ha cepoM (hoHe.

roa Kak Ha Mecte cthika I'TS1 n 5,8S Takue mpusHakm
BUIHBI 110 PE3KOMY M3MEHEHUIO YPOBHS MOKPBITHUS
Ha rpaHule (puc. 4) U 1O HYKJIEOTUIHBIM TOCIEeN0-
BaTeJIbHOCTSIM — amaliTepaM — B 3HAUYMTEILHOM J10JIe
yreHuut (puc. 5). ¥ MeuHukoBeanuasl Amphiamblys
Sp. He OOHapyXeH TeH 3HmopuboHykieasbl Lasl
(PF04031), yuactBytomieii B rmipouieccuHre I1TS2.
DTOro reHa HeT B U3BECTHBIX TEHOMaxX MUKPOCIIOPH-
Ui Sensu stricto, HO OH UMEETCSl B TeHOMaX “KPUINTO-
MUKOT” ¢ IIpOTsKeHHOM objacteio ITS2 — Mitospo-
ridium daphniae n Paramicrosporidium saccamoebae.
Takum 06pa3zoM, COBOKYITHOCTb KOCBEHHBIX JaHHBIX
CBUACTEIILCTBYET OO0 OTCYICTBUM IIPOLICCCUHTA
“ITS2” y MEeYHUKOBEJUIUI U O TOM, UTO y HUX “5,85” -
un “28S”-nmono6Has pPHK cautsl B 3pesioMm cocTosi-
HUU B €OUHYIO MOJEKYIy ITOJOOHO TOMY, KaK 3TO
UMEET MECTO Y JIPYIUX MUKPOCIIOPUINIA Sensu stricto.

IIpobaema Chytridiopsis typographi. Pon Chytridi-
opsis Schneider, 1884 u3BecteH ¢ XIX B. 1 BKIIO4aeT
MapasuToB KUIIEYHOTO BMUTEJIUsS] HACEKOMBIX (Ky-
KOB, py4eitHUKOB). TpaguIIMOHHO ero paccMaTpHUBa-
JI1 B COCTaBe MUKPOCHOPUANI, a B HEKOTOPBIX CU-
creMax cOMvXaiv ¢ MeyHukoBeanumamu (Weiser,
1977; Larsson, 1993). Kak u MmeunukoBeuabl, Chy-
tridiopsida oTimyaloTcst crmopaMu ¢ KOPOTKOI IO-
JIIpHOI TpyOKoOIi (0MHAKO OoJiee JIMHHOM, HeXeJIn Y
MEUHMKOBEJUINA, (POPMUPYIOIIEH HECKOJIBKO BUT-
KOB M IIOKPBITOI COTOBUIHOM CTPYKTYpPOIi) 1 Hepa3-

JKYPHAJI OBLIEN BUOJIOTUU

BUTBIM TIOJISIpOILIACTOM. B XM3HEHHOM IMKIEe IBa
aTara CIOPOTOHUM, TIPUBOJsIIEil 100 K criopaMm,
CBOOOMHO JIEXAIIUM B IMapa3uToGOpHOl BaKyoJsH,
6O K CITIopaM, 3aKJIIOYECHHBIM B OOIIYIO IIUCTY.

AHaJIU3 HYKJIEOTUIHBIX T1OCIEI0BAaTEIbHOCTEN
18S pPHK mepBoro mucciienoBaHHOTO IIPEACTaBUTEIST
pona, Chytridiopsis typographi (mapa3ura XyKa-Kopo-
ena Ips typographi), BbIBe ero 3a mpeaeibl TATTUYHBIX
MUKPOCIIOpUINIA (BKITIOYasT MEYHHKOBEJUTUI), ITO-
cTaBUB cecTpuHCcKOI rpynmoit (Corsaro et al., 2019).
OnHako 1o ob6mei apxutektype 18S pPHK
C. typographi 60JbIIIE TTOX0KA HA TUITMIHYIO 3YKapH-
otnyeckyio pPHK. O6mactu V2, V3, V4, V7, V8, VO B
pPHK C. typographi He yKopodeHbI CTOJb CyIle-
CTBEHHO, KaK y TUNWYHBIX MHKpocropunuii (Ba-
randun et al., 2019). ¥ TMIUYHBIX MUKPOCIIOPUAMNIA
Jaxke B HaMMeHee peIylMPOBAHHOM COCTOSTHUU U3
o6yracTi V4 yTpadeH yJ4acTOK KOMIUIEMEHTapHOCTH C
obaacteio V2 (crimpanu 23/e13 u 23/el4). B 18S
pPHK C. typographi npenckasbiBaetcs (puc. 6) “sy-
KapuoTudeckuii” KoHTakT V2—V4 (Alkemar, Nygard,
2003). Kak 1 y OOJBIIMHCTBA 9YKapHOT, IIepBUYHAS
cTpyKTypa obnactu V4 C. typographi nonyckaeT Mu-
rpaumio BeTBeil Mexny cnupainsmu 23/el13 u 23/el4
(Wuyts et al., 2000). B 3aBUCHUMOCTU OT 3TOI MUTpa-
UM, obOpa3oBaHuEe IceBaoy3na V2—V4 Kaxercs
cKopee OIHOIT M3 BO3MOXHOCTE (Iaxe cepueii BO3-
MOXXHOCTeM) “aplaiieii” CTpyKTyphl, HeXeau “3a-

ToM 82  Ne 3 2021
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Puc. 4. T[TokpbiTHE YTEHUSIMUA BBICOKOIIPOM3BOIUTEILHOrO cekBeHupoBaHus KJIHK ob6nactu coenquHenus “5,8S”- u “28S”-

nono6Hoit pPHK mukpocnopunnii-mednukoBeuna v moasepraeMbix npotieccunry ITS1 u ITS2 nposxckeit Saccharomyces
cerevisiae. BepxHue nuarpaMMbl U1 KaKIOTO OpraHM3Ma ITOKa3bIBalOT IMMOKPHITHE YTEHUSIMU U3 TPAHCKPUTITOMHBIX OUOJIO-
TeK; HUXKHUE IMarpaMMbl TOKa3bIBalOT OTHOLIEHHWE TOUEK Havajla YTeHU I K 001IeMY MOKPBITHIO; TIpeicKa3aHHbIe 00J1aCTH re-
HOB 5,8S (cunss) u 28S (kpacHast) pPHK mokazanbl 11BeTOM HIKE AUarpaMm.

RR9888053.22006858.2
RR9888053.29646036.2
8053.4725979.2
RR9888053.6492720.1
RR9888053.30068891.1
RR9888053.14088610.1
SRR9888053.25564814.1
SRR9888053.20935947.1

CAGAGT
Ci GACGCCA
CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTG

CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAG

CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAARATTC
CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAATTC
CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAARAATTCGAGGAGAA
CAGAGTGAACGAAGTGCGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAATTCGAGGAGACAGAGAARAACGCCATCAGTGGATCACTTGGTTTCTCCGTC

RR9888053.25970309.2
RR9888053.26206329.1
RR9888053.3764031.1
RR9888053.27230621.1
RR9888053.28045731.2
RR9888053.24667357.1
SRR9888053.14411721.2
888053 24769792 2

1.2
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RR9888053.29284160.2
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888053.9363190.2
RR9888053.28086587.
RR9888053.26474371.1
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RR9888053.29157972.1
RR9888053.12689680.2
RR9888053.29758326.2
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CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAATTCGAGGAGAAAGAGAAAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAA

CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAAT AGGAGAAAGAGAAAACGCCATC ACTTGGTTTCTACGTCH ACG
GACGCCAGTAAAAA AAAATTCGAGGAGAAAGAGARAACGCCATC ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
f‘ GACGCCAGTAAAAA F f' f'lf'f' f' AAAA ’“TCGAGGAGAAAGAGAAAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGARAAATTCGAGGAGAAAGA ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
CAGAGTGAACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAATTC AAGAGAAAA r‘m‘mwr ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AACGAAGTGAGCGACGCCAGTAAAAACGCAGTGAGCGACGCTGGAAAAATTC AAGAGAAAACGCCATC: ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
GAAGTGAGCGACGCTGGAAAAATTCGAGGAGAAAGAGAAAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
GAGCGACGCTGGAAAAATTCGAGGAGAAAGAGAAAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGC: "ATCAA-CGC. ACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGCAGTGGTATCAA-CGCAGAGTACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGCAGTGGTATCAA-CGCAGAGTACGGG--AACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGCAGTGGTATCAA-CGCAGAGTACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGC; 'CAA-CGC, 'GGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGCAGTGGTATCAA-CGC. ,GGAAAACGCCATC: ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
ARGCAGTGGTATCAA-CGCAGAGTACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
AAGCAGTGGTATCAA-CGCAGAGTACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
TGGTATCAA-CGCAGAGTACGGGAAAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
GGTATCAA-CGCAGAGTACGGG-AAACGCCATCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
TCAGTGGATCACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
ACTTGGTTTCTACGTCGAGGAAGAACGCAGCT
CGTCGAGGAAGAACGCAGCT
AGCT

npaiimep MIACGG

Puc. 5. Ananreps! Ha 5'-koH1ie 5,8S pPHK Mukpocniopunn-meunukoBesummasl Metchnikovella dogieli. Amantepbl cBUIETEb-
CTBYIOT 00 0OpBbIBe MaTpuIlbl Ha 5'-KoHIIe 5,8S pPHK mHorux maTtpuir (B pe3yibrare nipouieccurra ITS1). Bunna Bapuabeinb-

HOCTB 5'-KoH1Ia (AA, mn60 AAA, 1160 AAAA). AHATOTMYHBIX MAaCCOBBIX OOPBLIBOB B MeCTe coeAuHeHus “5,8S”- u

“28S”-no-

nooHoit pPHK MeuHukoBeuiua He HaOII0AaeTCsl, YTO CBUAETEILCTBYET 00 OTCYTCTBUM npoueccuHra [TS2.

MOPOKEHHBIM” COCTOSTHHEM, KOTOPOE MOXKHO TPE/-
nojlaraTh M3 KPUCTAJIM30BaHHBIX PUOOCOM WU
JMIAaHHBIX KPUOBJIEKTpOHHOI Mukpockonuu (Lee,
Gutell, 2012; Petrov et al., 2014). IIpoTszkeHHasT 00-
JIaCTh HECOBEPIIECHHOIT KOMITJIEMEHTAapPHOCTH MEXITY
yugactkamMu V2 u V4 (puc. 6, BelaeaeHue mprudToM)

XYPHAJI OBIIIEM BUOJIOTUMU  Tom 82  Ne 3

2021

CBUIETEILCTBYET CKOpee B TIOJIB3Y IIepexona in vivo
MeXIy HeCKOJIbKMMMU (0oJiee ueM OBYMSI) ajlbTepHa-
TUBHBIMU COCTOSTHUSIMU, YeM UCKITIOUUTENHHO Kiss-
ing-loops MexXny HEOOJBIINMHN TEePMUHAILHBIMU
MEeTASIMU ABYX CTaOMJIbHBIX LIMmwiek “2les6d” u “9”
(puc. 6, Bepcus 4).
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Puc. 6. O6nactu V2 u V4 18S pPHK Chytridiopsis typographi v 1Byx THIIMYHBIX MUKpOCITOpUAnii. BeposiTHasi 30Ha KOHTaKTa
V2—V4 (paznuyHble Bepcuu) BblaesneHa mpudToM. * — mapsbl, NMpeiAcKa3aHHble U3 KOBapUallii, HO HE TMOATBEPKIEHHbIE
CTPYKTypaMU MOJEIbHBIX BUIOB; # — HEKAHOHUYECKUE TTapbl, BBeACHHBIE Il coriacoBaHMsI ¢ Mozaenblo (Lee, Gutell, 2012).

B oTinuue OT TUNMYHBIX MUKPOCTIOPUIMiA, Y
C. typographi umetrorcs mnuibku B7 u B8 B 3'-06-
mactu 5,8S pPHK, a pasmep u crpykrypa ITS2
OJIM3KU K TUITUYHBIM. VI3 crieKTpa npeacka3aHHBIX
cTpykTyp I'TS2, 6113KMX MO CBOOOAHOI SHEPTUU 00-
pa3oBaHUSI, MOXHO MHOAOOpaTh CTPYKTYpPY M3 Tpex
IIITIeK, U3 HUX BTopas (0 HMOPSAKY U II0 IIMHE)
umeeT BHyTpeHHI0I0 U-U-meTio, Kak ITOJOKEHO

JKYPHAJI OBLIEN BUOJIOTUU

KaHoHWYeckoil mmuibke I1 (pa3Hble Bepcuu cM. Ha
puc. 7 'y Kopcapo u coanr. (Corsaro et al., 2019, fig. 5)).
IImmneka IV oTcyTcTBYeT, TakK XKe Kak, II0-BUINMO-
My, Y Paramicrosporidium. OtcyrcTBUe mmuiabku IV
He MemnaeT npoueccuHry ITS2 y nposxckeii S. cerevisi-
ae (Coleman, 2015). JIna Bepudukauuu Moaeseit
BTOPUYHEIX CTpYKTYp ITS2 “kpunroMmukoTr” HeoOxo-
IUMBI CBEIEHNS O OJIM3KUX BUIAX M KOMIIEHCATOP-
TOM 82

Ne 3 2021



PUBOCOMHAA PHK MEYHUWKOBEJUINA

Chytridiopsis typographi  (MH728789.1)

211

. L Gy
Paramicrosporidium saccamoebae ~ (JQ796369) S “ﬁ &%,
G A A
S
yly

u
G An
6a0%0G, e,

Ag Ve,

Geg Aay,
Suc Vs
“Acg ¥
el

B14

Puc. 7. ®parment npe-pPHK (5,8S—1TS2—B-nomen 28S pPHK) aByx BunoB “kpunromukor”. [IpenckaszaHHbIe IMWIBKH I,

11, I1I cootBeTcTBYyIOT crieiicepy (ITS2).

HBIX 3aMeHax B ITS2. B 11e1oM MOXHO IIpeAIionaraTh
y C. typographi OIU3KYyI0 K THUIIMYHOI CTPYKTYpPY
ITS2, mpoiuiecCUHT M BCJIEACTBUE ITOTO pa3acbHbIE
5,8S u 28S pPHK. Ilnesuomopduu C. typographi B
18S pPHK, 5,8S pPHK n ITS2 He oTBepraioT rumo-
T€3Y O CECTPUHCKMX OTHOIIIEHUSIX C MUKPOCIIOPUIM -
SIMU Sensu Stricto, 1J1s1 0OOCHOBaHUSI KOTOPOI HEOO-
XOIVMBI CBUIETEIbCTBA (CMHAIIOMOP(UI), KOTOPHIE
MoKa HE MPeabsBICHBIL.

He oonapyxuB B ctpyktype pPHK Ha ypoBHe ne-
TeNnb U crimpaieil cunaromopduii C. typographi c Tu-
MAYHBIMA MUKPOCIIOPUANUSIMUA, Mbl OTMEYAeM MHO-
TOYMCJICHHBIC ayTanioMopduu: AeJielud B 00JaCTIX
cnmpaieit 23, 24, 27, 28, 29 B 18S pPHK, yactuuno
ykazaHHbie paHbiie (Corsaro et al., 2019). Yactp u3
HUX 3aTparuBaeT OAHY BeTBb criupaiu (23, 24) npu
COXpaHEHUU TUITMYHOIO pa3Mepa U HYKJICOTUAHOM
MOCea0BaTEIbHOCTU JPYroi BeTBU. Takue Hapyliie-
HUS >KeJIaTeIbHO TTOATBEPAUTh HE3aBUCUMBIM UCCIIe-
moBaHueM apyrux IpeacraButeiieii Chytridiopsida.
ITomumo 3TOTO, B mepBMuHOM cTpykType pPHK
C. typographi hbukcupoBaHO MHOXECTBO HYKJI€OTU/I-
HbIX 3aMeH, NPUBOASIIMX K TOMY, UYTO BETBb
C. typographi na nepese pPHK Mmukpocnopunuii oxn-
Ha M3 JUIMHHEWIIUX: CJeAyloliasl Mo JJIMHE Mocie
BETBE MUKPOCIIOpUAWIA Sensu stricto. B oO0benuHe-
HUU JJIWHHBIX BETBEW BCETrJa MOXHO IOI03pEBaTh
apredakT npuTsckeHus TIUHHBIX BeTBeil (Felsen-
stein, 1978; Hendy, Penny, 1989), u Hy:XHBI BecKue
OCHOBaHUS, YTOOBI UCKJIIOUUTH TAKYI0 BO3MOXHOCTb

JKYPHAJI OBILIEX BUOJOTUHU

TOM 82 Ne 3

2021

B oTHoteHuu C. typographi 1 MUKPOCTIOPUINIA Sensu
stricto. MBI He CMOTJIM TOOUTHCS CXOXKIEHUS LIeTIei 1
ctabusibHOM Tomojioruu nepeBa pPHK mMukpocno-
punuii. ToIbKO 4acTh 3JIEMEHTOB JiepeBa OOHAPYXKU-
BaJia CTaOMJIBbHYIO ITOMIEPXKKY, 1 o0benuHeHue C. fy-
pographi ¢ TAMUYHBIMU MUKPOCTIOPUIUSIMU HE BXO-
auino B ux yucio. B ormensHBIX Lersix (MCMC) u
JIaXe OTOEIbHBIX 1IEJIBIX 3alyCKax IIPU IMOCTPOSHUU
OaiiecoBoro naepeBa 18S pPHK wmw1 HaOmomanm
BkitoueHue C. typographi B Kaay, paHee 0003HaueH-
Hyto HoMmepoM X (Lazarus, James, 2015). AHamorny-
Hble pe3yJIbTaThl ITOJIyd€Hbl HAMM IIPU aHAJIU3€ TT0CIIe-
noBatesbHOcTel reHa 28S pPHK. B aty ke rpynmy X
Bxomut Mitosporidium daphniae n Morellospora sac-
camoebae — npyrue “KpUNTOMUKOTBI” C HETIOABUXK-
HBIMHU CIIOpaMU C IIOJISIPHOIT TpyOKOI 1 0e3 KTyTH-
KOBBIX 300CIOp B XHW3HEHHOM LUKIe. BKiIoyeHMsS
C. typographi B npyrue rpylnbl ¢ HEIOJBUKHBIMU
criopamu — 111 (Paramicrosporidium) n Nucleopha-
ga spp. — MbI He HaOmonanu. Takum odpa3omM, MbI HE
HallUId TIOATBEPXKIEHUSI CECTPUHCKUX OTHOIIECHUMA
C. typographi 1 TUTIMYHBIX MUKPOCIIOPUIUY U CUUTA-
€M 3TOT BOINPOC ITOJIEKAIIM TaIbHEHIIIEMY MCCIIE-
noBaHUIo. O0OCTpsieTCs TaKKe BOIIPOC O MecTe Ha (pu-
JIOTEHETUYECKOM JiepeBe OIpyrux poaos (Intexta, Nolle-
ria), OTHOCUMBIX B HacTosmiee Bpems K Chytridiopsida,
HO IMOoKa He U3YYEHHBIX MOJIEKYISIPHO-TeHETUYECKI -
MU METOJIaMMU.

Bun Chytridiopsis typographi TpaiulIMOHHO BKJIIO-
YaJIi B COCTaB MUKPOCIIOPUINIA, HO (PMJIOT€HETUIECKU
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OH BXOIMT B OJHY M3 KJIaI Ipangbl “KPUIITOTOMUKOT”,
WUTIOCTPUPYS IIPOOIEMATUYHOCTb pa3rpaHUYCHUS
Ha YpPOBHE MOP(MOIOTMUYECKUX U YIBTPACTPYKTYPHBIX
MMPU3HAKOB MUKPOCTIOPUIUIA Sensu stricto N “KPUTITO-
MUKOT”.

IIpoonema BAQAO065 (GenBank AF372825). B on-
HOI1 13 TIepBBIX pabOT MO METAIITPUXKOIUPOBAHUIO
(Dawson, Pace, 2002) 6p11a aMIiuinuIrpoBaHa 1mo-
crenoBaTeabHOCTh BAQAO65 u3 JIHK, BeiaeneHHOI
13 JOHHOTO OcCaJKa MEJIKOBOIHOM COJJOHOBAaTOBO/I-
Hoii naryHbl (bepxkiu, CIIIA). CorytacHO AOCTYITHOM
Ha TO BpeMs TEXHUKE TIOCTPOCHUSI IepPEBbEB,
BAQAO65 Ha CKOHCTpYMPOBAaHHOM IepeBe OKasa-
JIach MEXKIY 9YKapUOTHUYECKOMN “KPOHOI” W IIMHHBI-
MU BETBSIMU MUKPOCIIOPUINIA, TUTUIOMOHA 1 TPUXO-
MoHaz (“Archezoa”). 3a mpomemiue 19 et 5'-KoHeln
BAQA065 BepuduimpoBaH IBYMS HE3aBUCUMBIMU
HaXOJKaMHM ITOXOXMX II0CIeI0BAaTeIbHOCTEM: B TJIy-
OOKMX CJIOSIX TIPUOpekHOro ocagka CeBepHOTO MOpPS
u B cogoBoM o3epe B Munnu (pparmeHT DGGE band
280NS36E, GenBank AM072563 (Wilms et al., 2006)
u CL-10, GenBank JQ480022 (Antony et al., 2013));
3'-KOoHell K HaCTOsIIeMy BpeMeHU He BepuULIMPO-
BaH, YTO COIVIaCyeTCs C PEIKOCThIO B OMOIMOTEKaX
amruinkoHoB reHoB pPHK, He nneHTUdUIMpoBaH-
HbIX 10 Tuma (uapctea) (Kim et al., 2016) (1, HaBep-
HOE, PEeIKOCThIO B IIPUPOAEC HECYIIUX MX KIIETOK).
B Gonee mo3gHux paGotax kiaaga BAQAO065 mpen-
CTaBJISNIaCh CECTPUHCKOMN TUITMYHBIM MUKPOCIIOPH-
musM (Mikhailov et al., 2017, fig. S1), 6onee 61M3KOiA,
uem Chytridiopsis typographi (Corsaro et al., 2019,
2020; Nassonova et al., 2021). B otinuue ot C. fypo-
graphi, pPHK wmaioit cyouactuusr BAQAO65 umeer
pa3Mep, OJIM3KUI K “IIpOKapuOTHYECKOMY”’, C MO3a-
HMKOM IIPEeIKOBBIX NPU3HAKOB (HE CBOMCTBEHHBIX TH-
MAYHBIM MUKPOCHOPUAWSAM) U MPU3HAKOB TUIIAY-
HBIX MUKpocropuanii. K mepBboIM OTHOCHUTCS coXpa-
HEeHWe OBYX JMUHHBIX ek (17 u 18) B obiactu V3
U WIMWIBKKY 46 B ob6iactu V8. O61IMe ¢ TUITMYHBIMU
MUKPOCTIOPUIANSIMU MPU3HAKKA — PE3KO YMEHbIIECH-
Hble obactu V2, V4, V7 (puc. 8). Obmacts V4 cokpa-
IlIeHa IIPUMEPHO BABOE I10 CPABHEHUIO C TUIIUYHOM
IUIST 9yKapuoT. I1py OTCyTCTBUM CXOOHBIX IIOCIEI0-
BaTEJIbHOCTEIl C KOMIIEHCATOPHBIMU 3aMEHAMM, HaM
HEe yaaJoCh BOCCTAaHOBUTbH TaKue IIpeAcKa3aHHbIC
aJIeMeHThl obOnactu V4, kak mceBmoy3nbl (Wuyts
et al., 2000). OgHako OOJIBIIIOE YMCIIO ATbTEPHATUB-
HBIX BApUAHTOB YKJIAAKU CBUAETEIBCTBYET B IOJIb3Y
TOTO, YTO MpeacKa3zaHHasg IJIsT 001acT V4 MoIeKy-
JisipHast auHamuka (Wuyts et al., 2000) coxpaHsieTcs B
KakoMm-To Buzne y BAQAO065. Harpumep, “ciadbie” ma-
pel AU 1 GU cocrasigior 50% Ha HeOZHO3HAYHO
YKJIaIBIBAEMOM Yy4acTKe crupaiiu (puc. 8, BapuaHThI 1
1 2), TOraa Kak Ha oOIIeM yJyacTKe Ha “ciiadbie” Taphl
npuxonutcs 30%, a 70% — Ha “cunbHble” GC maphl.
He uckmoueHo B3amMopeiictBue V2—V4, Tak Kak
MEXIy HUMU MMEETCs TIPOTSLKEHHEBIN y4acTOK C 4Ya-
CTUYHOUN KOMIUIEMEHTAapPHOCTHIO.

JKYPHAJI OBLIEN BUOJIOTUU

MUXAWMJIOB u ap.

Ilo mnepBUYHOII CTPYKType KOHCEPBATUBHOTO
y4yacTKa B ocHoBaHuu crnupanu 49 kinoH BAQAO065
noxox He Ha Opisthokonta (Cavalier-Smith, Chao,
2003; AnemmH u ap., 2007), a Ha 3yrperapuH CeM.
Gregarinidae (puc. 9). Kpome Gregarinidae, Takoii
K€ MOTHUB UMEETCS Y TIPEeICTaBUTENISI IPYTOro cemMeit-
CTBa ByrperapmH, Ascogregarina taiwanensis (Actino-
cephalidae). Ipyrue Bunbl akTUHOLIEDaTua HE TOX0-
kU Ha Gregarinidae. ODTOT mpuMep MOKa3bIBaeT, YTO
rOMOIIJIa3usl M0 paccMaTprUBaeMOoi 00J1aCTH — 3TO SB-
JIEHUE XOTSI U pelKoe, HO Bo3MoxHoe. Takum obpa-
30M, BAQAO65 couyeTaeT ajibTepHATHMBHbIE CUTHAJIBI:
“MuKpocnopunuii” (B Buae od1eit amoMmopdHOii ap-
xutektypbl pPHK) u “syrperapun cem. Gregarini-
dae” (B BUiIe KOPOTKOTrO crieliiruuecKkoro MoTuBa).
B TakcoHoMM4Yeckmx Habopax 6e3 3yrperapmH Ipo-
rpaMMBI TIOCTPOEHUST JepeBbeB cTaBIT BAQA065
Ovkaiiiieid K TAMUYHBIM MUKPOCTIOPUIMSIM BETBbIO
Ha CKOHCTPYMPOBAaHHBIX depeBbsix (Mikhailov et al.,
2017; Corsaro et al., 2019, 2020; Nassonova et al.,
2021). B npucyrctBuu Gregarinidae B He3aBUCUMBIX
nernssx BAQAO65 3aHMMaeT aJlbTepHATUBHBIC MOJIO-
KeHusl. VI3 1mecTu He3aBUCHUMBIX 3aITyCKOB (U3 YEeThI-
pex MapkoBckux 1eneit MoHTe-Kapio Kaxabiii), B
IByX 3amyckax kiama BAQAO65 rpynmupoBaiach ¢
TUIMUYHBIMU  MUKPOCIIOpUAVSIMU  (alloCTEpUOpHAs
BeposiTHOCTH 0.8 11 0.94), a B yeThIpex — C ayrperapu-
Hamu ceMm. Gregarinidae (amocTepropHasi BEpOSIT-
HocTb oT 0.91 no 1.0). EctecTBEHHO, cTaTUCTUKA He-
3aBHMCUMBIX 3aITyCKOB HE UMEET 3HAUEHUSI 1151 BbIOO-
pa HCTMHHOIO JepeBa, HO OHa YyKa3blBaeT Ha
KOH(MIUKT CUTHAJIOB U OIIMOOYHYIO PEKOHCTPYK-
LIMIO TI0 KpaiiHeii Mepe B HEKOTOPbIX 3aItyckax. B oT-
cyrcrBrie BAQAO65 poncTBeHHBIE KOPOTKHE TOCIIE-
nposatesibHoCcTH CL-10 1 DGGE band 280NS36E, nu-
IIeHHbIe MpobjieMHoro 3'-KOoHLa, 3aHMMAlOT MECTO
CECTPUHCKOM TPYIIbl TUTTMYHBIX MUKPOCIIOPUAUiL C
aroCTEpUOPHOUN BEPOSITHOCTHIO, On3Koi K 1.0 (me-
peBO He MOKa3aHOo), U He TPYIIUPYIOTCS C dyrpera-
puHaMmu. HecMoTpst Ha rporpecc B TeXHUKE (UIore-
HeTudyeckoro aHaiau3a pPHK, monoxenne BAQAO65
ocTaeTcd HeolnpeaejeHHbIM. Henb3sg HCKIoUUTh
TEXHUYECKOI MPUUYMHBI TPOTUBOPEUNIA — XUMEPHO-
ctu BAQAO65 (Berney et al., 2004). Kak oTMeyeHO
BhbILIE, TIPpoOIeMHHI 3'-KoHel, BAQAO65 moka He Be-
pudunmposaH. Jpyras Bo3MoOXHasi MpuYMHa — Ka-
KOI-TO M3 BapMaHTOB MOJIEKYJISIPHOW TOMOILIA3UM.
CorjacHO OIHOMY BapUaHTY, BOJIIOLIMOHHO paHHUE
MUKpocnopuauu sensu stricto — BAQAO65 — Hapsiny ¢
MHOXECTBOM [JIPYTruX ayTanoMopbuil HU3MEHWIU
KOHCEpPBAaTUBHBIN MOTUB B criupaiu 49. D1oT Bapu-
aHT corjiacyeTrcs ¢ nojoxeHuem Ha nepee CL-10 u
DGGE band 280NS36E B orcyrctBue BAQAO065
BOJIM3Y MUKPOCTIOPUIIUIA S. S. U TIONHUMAET BOIIPOC O
MPUYMHE 3BOJIIOLIMOHHON KOHCEPBAaTUBHOCTU He-
OoJbIIOro 37eMeHTa B MaciuTtade Bcex Opisthokonta
U OOCTOSITENIbCTBAX MPEKPALIEHUsI 3TOTO COCTOSIHUS
y otaenbHbIX BUI0B (BAQA065). CoriacHo apyromy
BapHaHTy, CXOJHbIE COKPAIIIEHUs TeX XK€ caMbIX Ba-
Ne 3
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Puc. 8. INpenckaszannas crpykrypa pPHK masoii cyouactuiisl KitoHa BAQA065. OTcyTCTBYIOLIMI 5'-KOHELL JOMOJIHEH 3a CYET
kinoHa DGGE band 280NS36E, Takum o6pa3om, criupanu 2—6 rubpuaHbie. BepositHast 30Ha KoHTakTa V2—V4 BbifesieHa
wpudTOM U CoeTMHEHA JMHUSIMU, a TaKxKe AyOJIupoBaHa Ha Bpe3ke. * — mapbl, Mpeacka3aHHbIe U3 KOBapUallvu, HO He Mo/~
TBEPKIECHHBIE CTPYKTYpaMu MoaeabHbIX BUIOB (Lee, Gutell, 2012).
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Colpodella edax (AY234843) CCGTCGCTCCTACCGATT. . . AGAGGAAGGAGAAGT
Adelina dimidiata (DQ096835) CCGTCGCTCCTACCGATT. . . AGAGGAAGGAGAAGT
Cryptosporidium serpentis (AF151376) CCGTCGCTCCTACCGATT. . . AGAGGAAGGAGAAGT
Stylocephalus giganteus (FJ459761) CCGTCGCTCCTACCGATT. . . AGAGGAAGGAGAAGT
Ascogregarina taiwanensis (EF666482) CCGTCGC TCGACT. ..

Gregarina niphandrodes (AF129882) CCGTCGC CCGATT. ..

Blabericola migrator (FJ459754) CCGTCGC CCGATT

Amoebogregarina taeniopoda (MK181531) CCGTCGC CCGATT

Gregarina ormierei (KJ736741) CCGTCGC CCGATT

Enterocystis dorypterygis (KY697695) CCGTCGC CCGATT

BAQAO065 (AF372825) CCGTCGC CCGATT

RL107-1 (FN546176) CCGTCGGTACTACCGATT

Metchnikovella dogieli CCGTCGATACTACCGAT-

Amphiamblys sp. WSBS2006 (KX214672)
Amphiacantha sp. (KX214676)
Nematocida parisii (GL501349)
Ovavesicula popilliae (EF564602)
Antonospora locustae (AY376351)
Hamiltosporidium magnivora (AY649786)
Enterocytozoon bieneusi (AF023245)
Vairimorpha necatrix (DQ996241)
Chytridiopsis typographi (MH728789.1)
Nucleophaga amoebae (JQ288099)
Paramicrosporidium vannellae (JQ796368)
Mitosporidium daphniae (JMKJ01000175)
Rozella allomycis (AY635838)
Cladochytrium replicatum (AY546683)
Allomyces arbuscula (AY552524)

Mucor hiemalis (FJ605511)
Saccharomyces cerevisiae (J01353)
Nuclearia simplex (AF349566)

Monosiga brevicollis (AF100940)

Homo sapiens (KY962518)

CCGTCGC

Puc. 9. ®parmeHT BeipaBHUBaHus reHa PHK Manoii cy6uactuiisl pubocoM Opisthokonta (BkiIroyass MUKPOCIIOPUINIA), CITO-
POBMKOB (BKJIIOUAst 3yrperapuH) u nocienaonareibHocteit BAQA065 u RL107-1. Crietmdudeckoe mist Opisthokonta cocrosi-
HUE TaHo Ha cepoM doHe, crierburdeckoe mist Gregarinidae — Ha yepHOM (hoHe. MHOTOTOUME CUMBOJU3UPYET MTPOITYIIIEH-

HBbI€ HYKJICOTU/bI.

puabenbHbIX obyacteit pPHK (V2, V4, V7) npouso-
IIUTK Y (DUITOTeHETUYECKU HEPOICTBEHHBIX 3YKapHOT:
Holomycota (TunuuHbsie Mukpocropuaun) u Grega-
rinidae (BAQAO065); v TyT mogHUMAaETCs BOIIPOC O
(GYHKIIMOHAIBHBIX OCOOEHHOCTSIX puO0COM 0€3 3TUX
sJieMeHTOB. HeobxomuMo OTMETUTh, UTO CUJIBHOE
cokpaleHue odaacteit V2, V4, V7, a HepelKo TakKe
V31 V9, cBOIICTBEHHO HE TOJIBKO MUKPOCIIOPUINSIM,
HO Y HEPOACTBEHHBIM MAapa3sUTUUYECKUM BUAAM: TU-
IUIOMOHAaAaM, napabda3aiusM, aclueTOCIIOPUAUSIM P.
Mikrocytos, rpudam p. Neozygites (puc. 10), aB pPHK
HEKOTOPBIX APYIuX Mapa3suTUUYECKUX BUIOB (B pole
apxurperapuH Selenidium, pone Hemarton Pelodera)

KYPHAJI OBIIIEN BUOJIOTUH

3TU 00JIaCTU CJIETKa COKpallleHbl. Y Haubosee cre-
AATU3UPOBAHHBIX Mapa3uTOB — MUTOXOHIPUN —
pPHK cokpalieHa MaKCUMaJIbHO — Y MHOTOKJIETOY-
HBIX XKUBOTHbBIX, KHHETOTJIACTUI, CIIOPOBUKOB B 2—3
pa3a OTHOCUTEJIbLHO MUKpOCIIopuaunii. Pubocomsl ¢
takuMu pPHK cmocoOHEBI K cuHTE3y 6enKa, HO pa3HO-
ob6paszue MPHK, KxoTopble uM ImpuxoanTcst TpaHCIUPO-
BaTh, B THICSIYM pa3 MEHbIIIE, YeM pazHooOpa3ue MPHK
B LIUTOTUIa3Me.

RL107-1 (GenBank: FN546176). Eciiu He y4uTBHI-
Bath kiagy BAQAO6S5, To Haubosiee GIM3KUI pou-
CTBEHHUK TUITMYHBIX MUKPOCITIOPUINM — OPTaHU3M
RL107-1 (puc. 1). Ero IHK no0piTa 13 CUIBbHO 3a-

ToM 82  Ne 3 2021
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Puc. 10. INpeackazannas ctpykrypa pPHK manoii cy6uacTuiist

Neozygites. [1apaszutuueckue rpudsl Neozygitomycetes (Ento-

mophthoromycotina) He poacTBeHHbI MuKpocrtopunusiMm (White et al., 2006), HO y Tex 1 IpYrUX MPOUCXOAUT CXOTHOE (XOTsI 1
He UIEHTUYHOE) COKpallleHne BapuabenbHbix objacteit pPHK (Freimoser et al., 2000).

KUCJIEHHOI BOAbI 3aTOTNIEHHOTO YIOJILHOTO Kapbhepa
B 'epMaHnu c oueHb O€THBIM BYKapUOTUUECKUM Ha-
ceneHueM (Huss, Bauer, 2011). ITo pasmepy u Apyrum
npusHakaM PHK wManoii cybyactuibl puOOCOM
RL107-1 oxa3bIBaeTCs MPOMEXYTOUYHON MEXIY TH-
nuaHbpMu dyKapuotudeckumu 18S pPHK u pPHK
MUKPOCTIOpUINI “TIpoKapruoTudeckoro” tria. Crm-
pamu 46 u 17 umeroTcst (IOCISTHSIST YKOPOUESHHAST).
Crimpanb 43 ykopodeHHasI, B 00act V4 IMOJTHOCTBIO
yTpadeHa criipaib 23/e4—23/e7, a cnupanb 23/1 co-
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KpanieHa 1o 4 1. H. HecMoTpst Ha cokpailieHue obJia-
creit V2 u V4, BO3MOXHOCTb KOHTAaKTa MEXIYy HUMU
3a cueT yuyacTka KomruieMeHTapHocti PHK y RL107-1,
B OTJIMYME OT TUTTMYHBIX MUKPOCIIOPUAWI, COXpaHsI-
etcs (puc. 11). Takoif KOHTaKT, CKOpee BCero, peajau-
3yeTcsl He Ha TTOCTOSIHHOIM OCHOBE, a KaK OJWH 13 Ba-
PUAHTOB BHYTPUMOJEKYJISIPHBIX mepecTpoek pPHK
(Wuyts et al., 2000), Tak e KaK 1 y IPYTUX 3YKapHOT.
Taxkum o6paszom, RL107-1 omrke n puytoreHeTnde-
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Puc. 11. Ipenckazannas ctpykrypa pPHK manoit cyouactuier kiiona RL107-1. BeposiTHast 3oHa KoHTakTa V2—V4 BhineneHa
mpudTOM U coemnMHeHa JUHUSIMU, a TaKKe AyOJIMpoBaHa Ha Bpe3Ke. * — Imapbl, IIpeAcKa3aHHble U3 KOBapHualluy, HO He TIOJI-
TBEPXIECHHbIC CTPYKTypamMu MoaeabHbIX BUIoB (Lee, Gutell, 2012).

KosIIIMXcsl (3aHeCeHHBIX ¢ Oepera) kKjieTok. Hems-
BECTHO, IPOMCXOAUT mocieaoBaTebHOCTh RL107-1
OT HEOIMMCAHHOTO OpraHM3Ma WJIM MIPUHAJICKUT Ka-
KOMY-TO M3BECTHOMY BUIY HPUMHUTUBHBEIX MUKPO-
CIIOpUANIA, IJIT KOTOPOTO eIlle He omnpeleaeHa HyK-

CKU, U IO CTPYKTYpHBIM Ipu3Hakam pPHK k Tunuy-
HbIM MUKpoOcniopunusm, ueM Chytridiopsis typographi.

He nmeeTcst HUKaK1X CBEIEHUI O CTPOCHUU U 00-
paze xu3Hu RL107-1, a Takxke o0 TOM, IIOJIydeHA UX
JHK 13 BeretTupyiomnux B KUCIOTHOM 03€pe WJIH MO~
Ne 3 2021
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JneotuaHasg 1mocienoBareabHocTh pJIHK. B 6m6amo-
TeKax U3 APYTUX MPUPOJHBIX CYOCTPATOB HE HAlIEHO
pAHK, nmoxoxux Ha RL107-1.

JIpyrue BeposAATHbIE POJICTBEHHUMKH THIIMYHBIX MHUK-
pocnopuauii. PeKOHCTpYKIIUST (DUITOTEeHETUUECKOTO
JiepeBa MUKPOCTIOPUIUI Sensu lafo HaXOMUTCS Ha ca-
MO HaYaJIbHOM cTamguy. DTa TpyIia CeCTPUHCKAs
rpubam, a 3HAYMUT, MO BO3PACTY CTOJIb XK€ NPEeBHSI,
KaK 1IapCTBO T'pUOOB, M CTOJIb K€, €ClIM He OoJiee,
nuddepeHMpoBaHHass Ha YPOBHE IIE€PBUYHBIX
cTpyKTyp. Ilo rereporeHHOCTU CKOPOCTEM MOJIEKY-
JIIPHOI 3BOJIIOLIMM OHA OXBaThIBA€T, KaXXETCs, BECh
W3BECTHBIN IJIs1 9YKapUOTHYSCKOM KM3HHY TUAIIa30H,
IMOCKOJIbKY BKJIFOUaeT Hanbosiee ObICTPO 3BOJIIOLINO-
HUPYIOIINX TUMTMYHBIX MUKpocriopunnii, pPHK ko-
TOPBIX CTOJIb BUIOM3MEHEHA, YTO paHbIIE €€ BHIBO-
IWIW 3a TIpelesibl dykKapuoTuueckoro turma (Voss-
brinck et al., 1987). OnHo3HayHOE BbIpaBHUBaHUE
HeKOTOpbIX yuacTKoB pPHK HeBo3MoxxHO. TakcoHO-
MUYecKasi BBI0OpKa MUKPOCIIOPUINI KpaliHe pa3pe-
JKE€Ha, YTO MPUBOJIUT K HEIOOILIEHKE T€HETUYECKUX
PACCTOSIHUIT U TOIOJHUTEIBHO YCJIOXHSET 3agavdy
PEKOHCTPYKLIMU. 151 MHOTUX TpyHIT MUKPOCIOPHU-
I BBICOKOTO paHTIa M3BECTHBI TOJLKO (hparMeHThI
reHoB pPHK — npyrue mapkepsl 1moka He JOCTYITHBI.
Bpsin nu reHoB pPHK OyneT noctaTouyHo AJis1 1OCTO-
BEPHOM PEKOHCTPYKIIUM BCEX Y3JI0B (hUIOreHeTUYEe-
CKOI'O JepeBa MMUKPOCIIOPUINI, OCOOEHHO IIPU Ta-
KMX OCJIOXKHSIOIINX OOCTOSITETCTBAX.

B cocraBe “kpunroMmkoT” HaWIEeHO OO IBYX Oe-
carkoB kian (Lazarus, James, 2015; Chouari et al.,
2017; Matsubayashi et al., 2017; Tedersoo et al., 2017),
00BeIMHEHME KOTOPHIX B 00JIee KPYITHBIE, 32 HEMHO-
TMMU UCKITIOUEHUSIMU, HEAOCTOBepHO. B yacTHOCTH,
He U3BECTHO, KaKMe KJ1aabl OJIMXKe K MUKPOCTIOPUA-
M sensu stricto. Ha cCKOHCTpYUPOBaHHBIX ACPEBbSIX,
KaK MPaBUJI0, TAKUMU OKAa3bIBAIOTCSI, B PA3HBIX KOM-
OuHaLMsIX, Hambosee NIMHHbIC BeTBU: Chytridiopsis
typographi, Nucleophaga spp., Paramicrosporidium spp.,
LKMI118, LKM15, MPE1-21, xitana VIII, x1on Ban-
isveld P2-3m12, GS03 (xmon GL48063.220.S131)
u ap. (Corsaro et al., 2016, 2019, 2020; Grossart et al.,
2016; Stentiford et al., 2017; Tedersoo et al., 2017; Bass
etal., 2018). Ha ckoHCTpynpOBaHHBIX HAMU IEPEBBSIX
OGOJIBIIMHCTBO paHee HaMEUEHHBIX KaHIMIATOB 3a-
HSUTU GJIU3KOE K TUIMUYHBIM MUKPOCIIOPUAUSIM IT0-
JIOXXEHUE B OTASJAbHBIX 3alycKaxX IporpaMMbl
MrBayes. OnHako B Ipyrux, HE3aBUCUMBIX 3aIlycKax
000 M3 KaHIWIATOB OKAa3bIBAJICSI JAJIEKO OT TH-
IMAYHBIX MUKPOCIIOPUINIA, TIPUYEM aJIbTEPHATUBHEIC
MOJIOXKEHUSI TTOJTydalii BBICOKME 3HAUCHUS arocTe-
PUOPHOIT BEPOSITHOCTU B KOHKPETHBIX 3amycKax. Ta-
KUM 00pa3oM, B HallIUX PEKOHCTPYKLUSX (uiiore-
aun 110 reHamM pPHK He Opta mocturHyra cxomm-
MOCTh TOITOJIOTUI, HECMOTpPSI Ha OOJBIIOE YUCIIO
reHepauuiit MCMC (6onee 10 MuH). MBI MciONb30-
Bayi Gosblnoe yuciao Kareropuii (10, 16) 1 HaGOpPHI
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n3 6oiiee geM 150 onmepanimoHaIbHBIX TAKCOHOMMYE-
CKUX EOWHUIL IJIs ydeTa TIeTepPOreHHOCTH CaliTOB
pPHK mo ckopoctu 3Boonnn. bosabiiioe 4uciio Ka-
TETOPHUil CO34aeT ONACHOCTh TaK Ha3bIBaeMOM Iepe-
napaMeTpu3allii M IUIOXOil cxoguMocTh. OmHaKo
KCIOJIb30BaHUE MaJIOTO YKcJia KaTeropuii MpuBOa-
JIO K HU3KOMY pas3pellieHuI0 (HU3KUM 3HAYeHUSIM
altOCTEPMOPHBIX BEPOSITHOCTE MHOTMX Kiand). Ba-
pbUpoBaHue napamMeTpa “femp” (B nuana3oHe ot 0.02
nmo 0.5) Takxke He MMO3BOJMJIO TOCTUYb CXOOUMOCTH.
IMo-BunumomMmy, IJISI CXOXKIAEHMS TOIIOJIOTMH JIepeBa
18S pPHK TtpebyroTcss MHOTHE IECATKN MUITMOHOB
rerHepannit MCMC.

B HekoTophIx padboTax mo MeTalTPUXKOTUPOBa-
HUIO ITOTyYeHBI OOJIbIIINE MacCUBBI JaHHEBIX (Mueller
et al., 2014; Taylor et al., 2014; Timling et al., 2014)
VI eOUHWYHBIE MocienoBaTeabHocT (Smith et al.,
2007; Taylor et al., 2007, 2008; Eichorst, Kuske, 2012;
McGuire et al., 2013; Lipson et al., 2014; Wurzbacher
et al., 2014; Page, Flannery, 2018) ITS u ¢parmeHToB
(menee 1 T. 1. H.) reHa 28S pPHK “kpunrtomuxkor”.
B GaiiecoBoM aepeBe BBIOpaHHBIX U3 HUX MTPEICTaB1-
Teneir (puc. 12) pacmojoxeHre KPYHHBIX TPyl
“KpPUIITOMUKOT” BO MHOTOM COBIIQHaeT C TaKOBHLIM
Ha nepeBe 18S pPHK, o yeM MOXHO cyauTh IO aM-
IUTMKOHAaM, IIepeKphiBatoinuM o6a reHa (Weber et al.,
2009; Tedersoo et al., 2017; Jamy et al., 2019), uiu o
IJVUHHBIM KOHTWUTaM W3 METareHOMHBIX COOpPOK
(Mitchell et al., 2018; Sanchez, Cao, 2019; Cotto et al.,
2020; Sharrar et al., 2020; Thornton et al., 2020). I1pu
noctpoeHuu aepesa 28S pPHK BozHuKaloT rmpobiie-
MBI CO CXOAMMOCTbIO TOTOJIOTUM, MOAOOHO TOMY KaK
u ¢ 18S pPHK. HekoTtopble 0COOEHHO IIMHHbBIE BETBU
HEe HaXoHsT IMpaBUJIbHOIO mojoxeHus. Hampumep,
onHa u3 panHux kian Holomycota, GS01 (Tedersoo
et al., 2017), na mepeBe 28S pPHK otBeTBasieTcs
BOJIM3M KOPHSI TAITUYHBIX MUKpocniopuauit (puc. 12)
BMECTO TOTO, 4TOOBI rpynmiupoBatbest ¢ BCGS2, kak
HabI01aeTcss B HEKOTOPBIX HalllMX 3alyckKax W Ha
onyoankoBaHHBIX nepeBbsix (Wijayawardene et al.,
2020). ITonoxenne GS01 MOXHO OTHECTH 3a CUET ap-
TedakTa MPUTSKEHUSI IJIWHHBIX BETBEl, KOTODPBIi
nposieiisieTcss Ha aepeBbsix 18S pPHK u 28S pPHK,
ONHAKO HEKOTOPBIE APYTUe Pas3andus MEXIy Hepe-
BbsiMHU 18S pPHK 1 28S pPHK, Bo3MoxHO, 00yc10B-
JICHBI JOTTOJHUTEIbHBIM (PUIOTEeHETUYECKUM CUTHA-
JIOM, MO3BOJISIIONIUM JIy4lile pa3pelinuTb HEKOTOPbIE
yansl o 18S pPHK, a npyrue — no 28S pPHK.

AgnanTanusg METOIUK BBICOKOIPOU3BOIUTEIBHO-
ro CEKBEHUPOBAHUS IJIsI MOJIYUYCHUS TTPOTSKEHHBIX
KOHTUTOB 1 COOpPKa METAT€HOMOB OTKPbIBAIOT HOBBIE
MEPCIEKTUBBl METAIITPUXKOAUPOBAHUS U (puiiore-
HETUYECKOro aHajm3a Ojarogapst 0ojiee IOJTHOMY
y4eTy pa3HoOOpasus U IPUBJICUYEHUIO CBI3aHHBIX
nmaHHBIX 110 reHaM 18S pPHK u 28S pPHK 6e3 BbIme-
JIeHUs 1abopaTOPHEIX KyJIbTyp. B equHMYHOM Mccie-
JIOBaHUM C IPMMEHEHNEM BbICOKOIIPOM3BOAUTEIbHO-
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Puc. 12. BaiiecoBo nepeBo KOHKaTeHUpoBaHHBIX 5,8S u 28S pPHK mukpocnopuauii, BKodast “KpUINTOMUKOT” (KOHCEHCYC
M3 YeThIpeX JIyUYIIMX 3aIyCKOB, nst = 6, ngammacat = 10, rates = invgamma, temp = 0.1, ngen = 8000000). Ha nuarpamme pac-
CesTHUSI 3HaYeHUsI Jloraprdma npaBaornogoousi B IIECTH JyYLIMX 3aryckax (13 12). AocTepuopHbIe BEpOSTHOCTH BbIpaXKeHbI
B IIpolieHTax. [JJIMHBI BeTBEH B MOAAepeBe TUITMYHBIX MUKPOCIIOPUAMI COKpaIlleHbI B 4 pa3a (IIUpOKUe TMHUN).

ro cekBeHupoBaHus (Jamy et al., 2019) oOHapy:XeHbl = HEKOTOpble HOBbIE, HE BCTpeYeHHbIC Ipexnae. YacTb
JIECITKM OIepallMOHAIBHBIX TAKCOHOMMUYECKUX eI1-  HOBBIX KJIaJ IpenacTasiieHa Ha aepese 18S pPHK oco6o
HUI “KPUTITOMHUKOT”, TIPEACTABISIIONINX OONBIINH- UIMHHBIMU BeTBIMM, 13 KOoTOphIX ERR2355431.3271
cTBO M3BeCTHBIX 10 Toro 1mo pJAHK xmam, Ho Takke 1 1 ERR2355433.6557 Giike K MUKPOCIIOPUIUSAM Serl -
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su stricto, uem Chytridiopsis typographi n Bce npyrue
paHee HaMe4YeHHBIe KaHAUAATHI (II0 pe3yabTaTaM I10
KpaliHeii Mepe HEKOTOPbIX 3aIllyCKOB MPOrpaMMbl
MrBayes), Ho manbie, yem RL107-1 (puc. 1). s
ogHoii m3 Hux, ERR2355431.3271, nenoHUpOBaHBI
Oosiee paHHme Haxogku (HoMmepa B GenBank
FJ553258.1, FJ553594.1) — BHyTpeHHUI1 TpaHCKPHU-
OupyeMblii crieiicep ¢ HEOOIbIIUMU (DJIaHTAMU TEHOB
(Hartmann et al., 2009). Ilo o6muM mpu3HaKam
pAHK (pasmep obmacreit V2, V3, V4, V7 18S pPHK,
wnuibku B7 u B8 B 3'-o6nactu 5,8S pPHK, ITS2)
9TH OPTAaHU3MBbI COXPAHSIOT MIE3UOMOP(HOE COCTO-
saue. OHM He pasgeisoT ayranomopduit C. fypo-
graphi B opranusanuu pIHK u He rpynnupytorcs ¢
9TUM BUAOM Ha aepeBe. Hpyroii kaHmuaart, Ipej-
craBieHHbIll KoHTUTOM UQOOLO01011818 13 Merare-
HoMa akTuBHoro una (Mitchell et al., 2018), mposiB-
JIsIeT OOoJIblliee TSATOTEHUE K TUITMYHBIM MUKPOCIIO-
puoussM Ha JOepeBe OOJIbIIIOi, HEeXenu Malaou
cyouactubl (puc. 1, 12). BoaMoxHO, HEKOTOpbIE U3
HBIHEIITHUX KaHAWIaTOB B CAMOM Jiejie OJIM3K1E POJi-
CTBEHHMKM MUKPOCHIOPUIUI Sensu Stricto, HO HEO0-
xXoaumMa 6oJjiee IpUIMpUYrBasi IpoBepKa 3TOM TUITOTE-
3bl JJIS1 Kaxkaoro Kanaunara. O0beaMHEeHUE TaHHbBIX
o nByM reHaM pPHK nepcriektmBHO 1151 prmoreHe-
TUKM, HO TpeOyeT IPOBEPKU ASIOHUPOBAHHBIX KOH-
turos. Hampumep, xoutur ERR2355433.6027 Ha
yyacTtke, coorBercrBywoieM 18S pPHK, na 95%
uneHTIeH Nucleophaga terricolae KTt-1, u Ha 94%
naeHtuueH N. amoebae KTq-2, u mocTtaBisieT, Mo-BU-
IMMOMY, cBedeHUs o 5'-KoHile reHa 28S pPHK Nuc-
leophaga sp. (puc. 12). OnHako npumepHo 1000 Hyk-
sneotunos reHa 28S pPHK Ha 3'-KoHIle KOHTHUTa IPO-
HCXOMST CKOpee BCEero OT OIHOr0 U3 BHUIOB
TUXOXOJOK, C TeHAaMU KOTOPBIX OHY CXOIHBI. Y CIIeII-
HOE BBISIBJIEHUE MOAOOHBIX XMMEP OTPaHUYEHO HEJl0-
CTaTKOM CBEACHUIA O HYKJISOTHUIHBIX IIOCJIeIOBa-
TeJbHOCTSIX reHa 28S pPHK.

IIpoGaema ckopocTeil MOJEKYISAPHON 3BOJTIOLIUN.
Pu6ocoMbl TUITMYHBIX MUKPOCIIOPUAUI CUJIBHO OT-
JIMYAIOTCS OT pUOOCOM JAPYTUX 3YKAPUOT. 3HAYU-
TeabHBIC OTIMYM oT “TunnyHoii” pPHK B nmepBuu-
HOI1, a UHOTIA U BTOPUYHOM CTPYKTYpe OOHAPYKEHBI
U B HEKOTOPBIX APYruXx TaKCOHax (y MHOTUX WIH Y
BCEX MCCJIEOOBAaHHBIX MIPEACTAaBUTENECIH ). DTO 3KCKa-
BaThl (Giardia lamblia, Trichomonas vaginalis © MHO-
rue apyrue), acuerocniopunuu (Mikrocytos mackini,
Marteilia w np.), dopamMuHubEpbl, HEKOTOPHIE
Amoebozoa, reMOoCHOpUINN W HEKOTOpPhIC ApYrue
criopoBuku (Plasmodium, Trichotokara, Trollidium,
Cephaloidophoroidea u ap.), HEKOTOpbIE€ XXUBOTHbBIE
(MUKCOCTIOPUANM, TULIMEMHUIbI, ODTOHEKTHUIBI, Bee-
POKpBbLIbIe HACEKOMBIC, MHOTHE HEMATObI, U3 KOTO-
PBIX BhIAENSIIOTCS poabl Pelodera, Riouxgolvania) n
np. (Leipe et al., 1993; Smothers et al., 1994; Paw-
lowski et al., 1994, 1996; Chalwatzis et al., 1995; Fitch
et al., 1995; Katiyar et al., 1995; Whiting et al., 1997;
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Carnegie et al., 2003; Rueckert et al., 2011, 2013;
Hasegawa et al., 2012; Wakeman, 2020). He Bce, HO
MHOTI'M€ 13 HUX — ITapa3uThl. BodHUKaeT Bompoc, mo-
YyeMy B 3THX I'PyIIIaxX CMJIbHO U3MEHEHBI PUOOCOMBIL.
XoTs1 pOOCOMEBI BBIITOJIHSIOT M HEKOTOPbIE CITCIIM-
duueckre (yHKIMH, BCE K€ CHUHTE3 Oejaka — MX
IJIaBHAs U YHUBepcaibHast (QYHKIINS, M TPYTHO IIpeI-
CTaBUTb, YTOOBI €CTECTBEHHBIN OTOOP CUIBHO MOIU-
dumpoBa prudOCOMBI MUKPOCTIOPUINI UIIN IPYTUX
OpPraHM3MOB Ui BBIINOJHEHMS KaKOH-TO 0CO00ii
¢ynkuuu. IlpennonoxeHue od6 aganTUBHOCTU Mac-
coBrix oTnunii B pPHK He BnucwkIiBaeTcst B 6a30BYyIO
KOHIIETIIUIO O IIpeodIamaionieil po HeMTpaIbHbBIX
coOBITUII B MoJIeKyJIsipHOiT »Bomonuu (Kumypa,
1985). ¥V BumoB c cuinbHO u3dMeHeHHbIMM PPHK
OOBIYHO CWJIbHO M3MEHEHBI M ApPyTWe YHUBEpPCalb-
HBIC MOJICKYJISIPHBIE MAIIMHEBI — BOJIIOIIMOHHO KOH-
CepBaTUBHBIE CTPYKTYPHBIC OeaKuM U (EPMEHTHI
(pIeMeHTHl 1LIMTOCKEJIeTa, allllapara peIUIMKalluu
AHK, ¢epmeHTH MeTabOMM3Ma U Ip.). Takas KapTH-
Ha CBUIETEIbCTBYET O ITOBBIIIEHHON CKOPOCTU MO-
JIEKyIIpHOI 3Bomonnu He Toibko p/IHK, a 60mb-
IIIOI YaCTU TeHOMA B HEKOTOPBIX I'PYIIIaX POACTBEH-
HBIX BHIOB, U JOJDKHA OBITh OOIlas IIpUYMHA,
YCKOPSIOIIAS NX MOJIEKYJISIPHYIO 9BOJIIOIIHMIO HA IIPO-
TSDKEHUM JUIUTEIBHOTO BpEMEHU, KOTOPYIO XOTEJIOCh
OBI Y3HATh.

BHyTpukieTouHbIE Tapa3UTHI XUBYT “Ha BCEM I'0-
TOBOM”, 3a0HUpalOT MHOTHME METabOJIUTHI ¥ XO3sMHa
BMECTO CaMOCTOSITEJIBHOTO MUX OuOCHHTe3a. I'eHHI,
OTBETCTBEHHbIE 32 CUHTE3 3TUX BEILECTB, OCBOOOX-
JlaloTcsl OT OTOOpa, Mo AEWCTBUEM MyTallMil n3Me-
HSIFOTCSI Y B KOHIIE TTOJTHOCTBIO YTPAauMBalOTCS U3 Te-
HoMa. Ho 3To 00CcTOSITeThCTBO KaK OyATO HE JOJKHO
MPsIMO cKa3aTbesl Ha (YHKIIUU PUOOCOM U CKOPOCTD
1X 3Bomolu. Ha mapa3suToB OeiCTBYIOT, OMHAKO, U
Ipyrue oOliiue (GakTopbl, HAlPUMEpP, CHUXAIOIIWE
3GbGEKTUBHYIO YUMCIEHHOCTh (/N,): HU3KAsl YUCIICH-
HOCTb, OTPAaHUYEHHAsl YUCJIEHHOCTbhIO XO35IMHA; Me-
pUoanYecKre pe3KUe Craabl YMCTEHHOCTU COTJIACHO
Mojenu JloTku—BosbTeppbl; orpaHnYeHne MaHMUK-
CUU 13-3a POICTBEHHBIX CKPELIMBAHUI B CyOIIOMyJIsi-
LIMSX B TeJe OAHOTO XO3sIMHA; paclpOCTPaHEHHOCTb
0ecroJioro pa3MHOXEHUsI — ajanTalusl rmapasura K
HM3KOM MHTEHCHUBHOCTU WHBa3uu. HehTpanbHbII
Ipeiid 1omkKeH UATU C OMMHAKOBOI CKOPOCTbHIO B Ma-
JIBIX ¥ OOJIBLIMX TMTOMYJISILUSIX: ObICTpOTA (DUKCALIUU B
OIHUX KOMIIEHCHUPYETCS TMPOMOPLIMOHAIBHO 00JIb-
UM yrcyioM mytauuii B apyrux (Kumypa, 1985). Ho
cJlaboBpeaHbIe (TToaBEepPXKEHHBIE OTOOPY) B OOJIBIINX
MONYJSLUASX MyTallUM MPU CHIKEHHON 3 (heKTUB-
HOM 4YMCIIeHHOCTU (mjis1 KoadduimeHra ordbopa s
MpU T0CTHXKeHUH Topora |s| < 1/(2N,)) ctaHOBSTCS
3¢ PEeKTUBHO HEUTpPaJTbHBIMH, T.€. (PMKCHUPYIOTCS C
muHamukon HeltpanbHbIX (Kumypa, 1985). OHu
YBEJIMUUBAIOT My “HEUTpaJibHbIX” MyTaldii B Ma-
JbIX monyasuusx. CHUXEHUE YacTOThl I10JIOBOTO
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Ipoliecca 3a cueT OECIT0JIOT0 pa3MHOXEHUS Y Iapa3u-
TOB 3aMeIJIsieT KOMOMHUPOBAaHNUE, B TOM YHCJIE TTOSIB-
JIEHUE€ HECKOJIBKUX CJIA00BPEIHBIX MyTallli1 Y OMHOTO
WHIVBHAAA, a 3HAYUT, 3aMeJIsIET “OYUIIAIONINii” OT-
0Op MIpOTHUB ClIA0OBPEOHBIX MyTallMid W HOIOJIHM-
TEJIBHO MOBBIIIACT BEPOSITHOCTD X (puKcaumm. Muk-
POCHOPUAVH MPEICTABISIOTCS KUBBIM IIPIMEPOM pea-
Juzanuy - “xparioBuka Mesuiepa”, MNOCTeNIEHHO U
HeoOpaTUMO pa3pylIaloIIero MX KOHCEepBaTUBHBIC
MOJIEKYSIpHBIE CTPYKTYPHI, B TOM YUCJIe PUOOCOMBI
(Melnikov et al., 2018a), mpuyeM cHUKeHUE 3P PeK-
TUBHOCTU TPAHCJISLIMOHHOTO arapaTta MHKPOCIIO-
punouii IIOATBEPXAAeTCs dKCIEePUMEHTAIbHO OOHa-
PYXEHHBIM CHIDKEHUEM TOYHOCTU TPaHCIISILIUU
(Melnikov et al., 2018b). 11 ucnpaBieHus 1eeKT-
HBIX OCJIKOB HYXHBI OOMOJIHUTEIbHBIE 3aTpaThbl Ha
CUHTE3 HOBBIX MOJICKYJT B3aMeH WM 3aTpaTtbl ATD
Ha paboTy LIAanepoHOB. XOTS Mapa3uT dyepIriacT pe-
CYPCBI 3 X035I1MHA, KaXKeTCsI, YTO BMECTO TOTO, YTOOBI
WCIPABJISTh 32 UX CUET OIIMOKY TPAHCIISIIUK, OH MOT
OBl HampaBUTh 3TU PECYPChl HA MPUTOTOBJIEHUE HE-
CKOJIBKHMX JOITOJTHUTEIbHBIX CIIOP M IOBBICUTH Ta-
KMM 00pa3oM YKCJIO HIOTOMKOB, T.€. IIOBBICUTH CBOIO
MPUCIOCOOJIEHHOCTh U BBIUTPATh (IIpU OMNpenesieH-
HOM COOTHOILIEHUHU § U NNV,) Y KOHKYPEHTOB C MEHee
TOYHBIM anmapaToM TPAHCISIIIUU.

Ecnu mpuymHa BBICOKOW CKOPOCTH 3BOIIOLIMU
MUKPOCTIOPUIIUI B MapasuTU3ME, TO TTOTHUMAIOTCS
JIBa IPYrux Bolipoca. Bce M3BeCTHBIE MUKPOCITOPH-
WU sensu lato — BHYTPUKJICTOUYHbIC apa3UThl. XOTSI
OeccriopHast peKOHCTPYKIIMS o0pa3a KM3HU UX OJIn-
Kal1ero o6IIero MpeaKa MoKa He BHITIOJIHEHA, Hau-
0oJiee 5KOHOMHOI (Ha OCHOBE MMCIOIIMXCS JaHHbBIX)
KaxKeTcsl TUIOTe3a, YTO OH ObUI BHYTPUKJIETOUHBIM
napasutom (AsemuH u ap., 2015). Ho Torma mouemy
3a OOHO U TO K€ BPeMsI SBOJIIOILIMHU OT OOIIETO IIpeaKa
“xpanoBuk Mejiepa” mouytu “paspyuiuia’ pubdoco-
Mbl TUITUYHBIX MUKPOCIIOPUANI U MaJIO TTOBJIUSLT Ha
pubocombl Rozella v npyrux “xkpuntomukor”? Ha
BTOT BOIIPOC ITOKa HET 0TBeTa. BTopoii Borpoc: rmoue-
MY TUIIMYHBIE MUKPOCTIOPUINU C “ONTUMU3UPOBAH-
HBIMU”, TIOUTU pa3pylIeHHBIMU pUOOCOMAaMU HaX0-
JISITCSI B COCTOSTHMM OMOJIOTMYECKOro mporpecca?

Ceepxmagnbie u cBepxaiuHabie renbl pPHK. Tu-
MUYHBbIE MUKPOCIIOPUAMU — OOJagaTesiu CBEpXMa-
neix pPHK. Cpenu manbHUX poICTBEHHUKOB MUKPO-
CHOPUIMNIA — HACTOSIIIUX TPUOOB — CUJILHO YKOPO-
yeHHBIe M KpaliHe nuBepreHTHble pPHK m3BecTHEBI
TOJIBKO y MOXOXMX Ha MUKPOCIOPUAUI 1O o6pasy
XKU3HU BUIOB Neozygites (Entomophthoromycotina:
Neozygitomycetes) — mapa3suTOB MEIKMX YICHUCTO-
Horux (puc. 10) (Freimoser et al., 2000; Delalibera
et al., 2004; Zhou et al., 2017). 3aTo MHOTUE JUIIAI~
HUKOBBIE WU TITapa3sUTUYECKWe TpUOBI 00JIagaioT
cepxmmmHHbIMU TeHamu pPHK (DePriest, Been,
1992; Gargas et al., 1995). YaiuHeH1e T€HOB IPOMC-
XOJIUT 32 CYET CaMOCIUIAaCUPYIOLIMXCS WHTPOHOB

JKYPHAJI OBLIEN BUOJIOTUU

MUXAWMJIOB u ap.

rpyrrsl 1. I mHTpOHOB TpyImisl I mocToBepHO He
M3BECTHO O KoaupyeMbix My MUKpoPHK unu npy-
rux “moJie3HbIX” IS XO3sIMHA TeHaX WUJIM PeryJsiTop-
HBIX 9JIeMeHTaX, KaK 3TO CBOMICTBEHHO CILIAliCOCOM-
HbIM nHTpoHaM B MPHK (0630p: Chorev, Carmel,
2012). VuTpoHHB!l TpymIbl I BHEAPSIIOTCS TOJBKO B
KoHcepBaTuBHbIe yyacTku pIHK, ymansiorcs mpu
cospesaHuu pPHK, B pubGocomy He momamaroT, U
nepBUIHBIE CTPpYKTYphI Takux pPHK He oTnyarorcs
Ype3MEepHOIl CKOpPOCTbIO 3BoOMIOLMU. W HTPOHBI
rpymbl I BcTpevatoTcs y pa3Hbix aykapuot (Rogers,
2019), B TOM ynCie 1 CBOOOTHOXUBYIINX, HO MHTEH-
CUBHOCTb 1 3KCTEHCUBHOCTH 3aCEJICHUSI MU T€HOB
pPHK ne omunakoBasi. HarpuMep, oHU OOBIYHBI B
reHax pPHK nuiaitHukoBbIx Bomopocieii. B otiu-
yyie OT JMIIAWHUKOBBIX TPUOOB, MHOTHE BOJIOPOCIIH
XKUBYT KaK B JIMIIAMHUKOBOI acCcOlLlMalluM, TaK U B
CBOOOIHOM COCTOsIHUM. BpICKazaHa rumoresa o Ie-
peHoce MHTPOHOB — B3aMMHOM Tlepe3apakeHUN NH-
TpOHAMU TIapa3uTOB M XO035IEB B COCTaBE accoliva-
1, HO OHA B 1IEJIOM HE ITOJy4YMia HNOAACPKM, TaK
KakK B OOJIBIIIMHCTBE BOAOPOCJIEBbIE MHTPOHBI OXO-
KM Ha IpyTHe BOAOPOCJEBBIE, a TpUOHBIC — Ha JIpy-
rue rpubHbie (Bhattacharya et al., 1996, 2002; Karpov
et al., 2019). Ha pPHK npuxomutcst 50—80% Bceit
TPAHCKPUIILIMHN B KJIETKE MJIEKOIMUTAIOIINX U JIPOXK-
xkeit (Paule, 1998; Warner, 1999; Moss, Stefanovsky,
2002); ypoBeHb cunte3a pPHK BnusieT Ha pusmoiio-
TUIO0 KJIETKM, CKOPOCTh pocTa (IIPOIOIKUTEIBHOCTh
KJIETOYHOTO 1IMKJA), AeJaeHue u nud@epeHINPOBKY
(Warner, 1999; Russell, Zomerdijk, 2005; Noack Watt
et al., 2016). I1pu aToM ypoBeHb cuHTe3a pPHK, kak
OBLIO MHOTOKPAaTHO II0KAa3aHO, JIMMUTHUPYETCS KO-
nuitHocThio reHoB pPHK (Stevenson, Schmidt, 2004;
Rogers, 2019, u np.), ciaemoBaTeaIbHO, MOXHO OXH-
JIaTh, YTO 13 TOro Xe umciaa reHoB pPHK, “Harpy-
KEHHBIX” MHTPOHAMH, B €OIMHUILY BpPEeMEHU IIOJIY-
yuTcst MeHblie 3penoil pPHK (17151 ”HTpoHOB TpyIi-
nbl | HeT HAOMIONEHWIT, YTO UX HaJIWYMEe ITOBHIIIACT
YPOBEHBb 3KCIIPECCUU, KaK 3TO HEOITHOKPATHO COO0-
IIAJIOCh JUIST CIUIaiicOCOMHBIX MHTpoHOB B MPHK).
Y oTneNbHBIX BUAOB JUIIAMHUKOBBIX U TTapa3uTH4Ee-
CKUX I'pMOOB HA MHTPOHKEI TPYIIIbI | IpuxoguTcs 1m0
nonoBuHbI IMHEL TeHOB pPHK (Gargas et al., 1995;
Karpov et al., 2017), u, 3Ha4UT, Ha TPAHCKPUIILINIO
MHTpoHOB yxomuT mo 20—30% oT Bcex 3aTpaT Ha
TpaHcKpuniuoo. Bo3HuKaeT Bompoc, 3HaAYUMBI JIU
9TU HEPreTUYECKUE 3aTPaThl 1 MOXHO JIM SKCIIaH-
CHIO MHTPOHOB rpynmnbl I cnmcarb Ha ciaydaifHBIA
Ipeid HeliTpaibHOro npusHaka. IlycTe pockolib
CcoJiep>KaHUsI MHTPOHOB IpymIibl | mepekiaabiBaeTcst
Ha X035IMHA, HO IToYyeMy OBl ITapa3suTy He N30aBUTHCS
OT TpaHCKPUITLINH O6ecrrone3HbIX yaacTkoB JHK, mo-
BBICHB BMECTO 3TOTO MPOAYKILINIO (PYHKIITMOHAIBHBIX
MOJIEKYJI, U B KOHEUHOM UTOTre YKcia CIiop, T.e. YUC-
JIa TIOTOMKOB, YTO PaBHOCHWJILHO ITOBBIIIEHUIO IIPU-
criocobneHHocTn? B mpoxskeBoi KieTKe S. cerevisiae
Ne 3
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okoJ10 2 X 103 pubocom. IIpu aKTUBHOM POCTE APOXK-
KU IeNSATCs KaXKAable MoJITopa Yyaca, TaKUM 00pa3oM,
cuHTe3upyetrcs He MeHe 33 kKormii pPHK B cexynmy
Ha KJieTKy (Warner, 1999), 1 aTa BeJIMurHa 3aHUKEH -
Hasl, TaK KaK He YUUTBIBAET paciiaga pudocom. [1pu-
HUMas LIeHy CUHTe3a puboHyKineoTuaTpudocdara B
12 MaKpO3pPTUUECKUX CBSI3EM I KJIETKH, aHAa3pOOHO
cOpaxxmBaroIIeil TIIIOKO3Y Ha MUHUMAaJbHOM cpene
(Wagner, 2005), monydyaeM IieHY TPaHCKPUIILIUUA
cpenHero nHTpoHa rpynnbl I B 12 X 350 X 33 =14 X
x 10° MAaKpO3proB B CEKYHIY Ha KJIETKY, WIM OKOJIO
1.4 x105/1.34 x 107 =0.01 OT OGLIMX SHEPTETUYECKUX
3aTpaT KJIeTKU APOXCKeid Ha TpaHckpumniuio (Wag-
ner, 2005), 4TO ¢ TOYHOCTIO IO IIOPSIIKA COBIAIAET C
OLIEHKOI1, MOJydaeMOM MpPOCTO M3 COOTHOIICHUS
IUIMH ogHoro nHTtpoHa K npe-pPHK u Bkiiaga pPHK
B obmyro Tpackpunuuio. HeodoxognMo OoTHECTH 3TH
3aTpaThl K OOIIMM 3HEPTreTUYEeCKMM 3aTpaTaM KJIeT-
ku. ITo umeromummMcst olieHKaM, 3aTpaThl HA CUHTE3
PHK coctabnsior ot 5 mo 10% 3atpart Ha cuHTe3 GeJ-
ka (Wagner, 2005), a BMmecTe Ha cuHTe3 PHK u 6enka
npuxonutcss 10 76.6% ot ob6uero pacxoga AT®
kinetku (Forster et al., 2003). Takum obOpa3zom, Ha
TPaHCKPUILIMIO OJHOTO MHTPOHA rpynnbl I pacxoay-
eTcst okosio 3.8 X 107* oT 3HepreTMueKkux 3arpar
KJIETKU Apoxckeit. B cilydasix, Korma CKOpocTh pocTa
JIMMUTUPYETCS JOCTYITHOI 3Heprueil (muraTeIbHbI-
MM BellleCTBaMU), 3TO MPUBEAET K 3aMeIICHUIO CKO-
pocTu pocTa (IMPOon3BOACTBA IOTOMKOB) Ha Ty e Be-
muanHy 3.8 X 104, Ing nukux BunoB Saccharomyces
a¢ddekTrBHAs YUCIEHHOCTh /N, OlLIEHUBaeTcsd B

1.36 x 107 (Wagner, 2005), cienoBaTeIbHO, IS Ta-
JIOUIHOM NOMYJISIIUHA IIPU IIPEBBIIIIEHUH ITIOPOTOBOIO
3HayeHus KoapduuuenTa oroopa |s| = 0.73 x 1077
MPU3HaK HE MOXET ObITh HEMTPaJIbHBIM, U €TI0 Cyab0a
B TIOITYJISILIMY OYZIET ONPEICIIThCS IIPEUMYIIIECTBEHHO
oTOOpOM, a He cilydailHbIM apeiicdom. “lleHa” maxke
OOHOr0 MHTPOHA IpynIibl I mpeBEIIaeT MOPOTOBOE
3HAYCHME S IUISI APOXKKE IIPUMEPHO Ha TPU ITOPSII-
Ka, CJIeIoBaTeJIbHO, CYIIECTBOBAHME WHTPOHOB B
pAHK Henb3s 00BICHUTEL ApeiiboM HeHTpaTbHOTO
TIpU3HaKa, 110 KpaifHell Mepe IJIsT 9aCTOTHI OoJiee YeM
0.1%. IlpuMeHUTENIbHO K APYTMM BUIAAM MOXKHO
OXUIATh MHBIX 3HAYECHU KoaddulimeHTa oToopa s.
Hanpumep, mapasutbl, UMITOPTUPYIOIINE HYKJIEOTH -
JIbl UJIW UX IPeAIIeCTBEHHUKHY U3 [IUTOTIIa3Mbl X031~
WHa, MOTYT BMecTo 3aTpaT AT® Ha MOJHbBII CUHTE3
OOXOmUTBLCS 3aTpaTaMM Ha paboOTy HEepeHOCUYUKOB,
CHM3UB TaKM 00pa30M pacxoIbl Ha TPAHCIISILIAIO Ha
MOPSIIOK, a 3TO YK€ CIIOCOOHO OOBbSICHUTH BHIKMBa-
HHe obiamatens omHoro mHTpoHa B pPHK 3a cuer
cayJaifHocTH y 1% BUOOB TP TOM Xe 3HAUYEeHUHU NV,.
M, gaTo enie BaxkHee, pOCT U pa3MHOXKEHMeE IIapa3uTa,
J1a 1 BOOOIIIe JTI000ro BUIa, MOXKET IMMUTUPOBATHCS
He MUTaTeIbHBIMU BEIIECTBAMH, 2 KAKUM-TO OTHCIIb-
HBIM MeTaboauToM (BUTAMHUHOM, HE3aMEHUMON
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AMUHOKUCIOTOM, HE3AMEHUMOM XKUPHOM KUCJIOTOM
U T.T1.) WJIU KOHKPETHBIM MUHEPAJbHBIM BEILLIECTBOM.
B TakoM cityyae mpornopiroHaaIbHOCTb 3HAYEHUH § U
DHEpro3aTpaT Ha pa3MHoOXeHue HapymuTcs. Hako-
Hell, MpY HU3KOoM 3 dHeKTUBHOI YuCIeHHOCTH (IV,)
MEHSIIOTCS ITOPOTOBbIE 3HAYEHUS S, YTO CIIOCOOHO
clieaaTh IPUCYTCTBHE MHTPOHOB HE CTOJIb HEBEPO-
SITHBIM JaXe TMpU JUMUTUPOBAHUU PA3MHOXKEHUS
1307011(5)7 8

B otiinure oT runoTe3bl UCXOAHOTO MOPGhOIOTH-
yeckoro MHoroo6pasust (MamkaeB, 1968), mHTYH-
TUBHO TTOHSATHO TpeBpallleHre AerpaiupyolInux op-
raHOB WJIM MakKpoMOJieKyJl B pa3HOOOpa3Hbie
“ocTaHLIbl” M3-3a pa3pylIeHUsI U MOAU(PUKALIMU He-
CYLIECTBEHHbBIX yyacTkoB. Hanpumep, y cienbix BU-
OB HaOJI0Ial0TCsl caMble pa3Hble OedeKThl IJias.
CaepxMaibie U cBepx0obire reHbl pPHK kakyTest
pa3HbIMM BapuMaHTaMM 3aKpeIuieHus TyTeM apeiida
ciraboBpenHbix npu3HakoB (Melnikov et al., 2018b).
OnHako IMPOKOE pacipoCcTpaHeHUE MOIN(PUKALIUN
redoB pPHK y mapa3uToB momHmMMaeT BOIIpOC, HE
CKpBbITa JIU B 3TUX MOAUGUKAIIMAX aJalTUBHAST KOM-
nmoHeHTa. OpUEHTUPYSICh HA pacUeThl BBIIIE, MbI MO-
JKeM TIPEANOJIOXNTE, YTO coKpalieHne mimHel pPHK
Y MUKPOCTIOPUIIUI TaeT UM CYIIECTBEHHYIO 3KOHO-
MUIO B TPAHCKPUITIIUY, KOTOpPasi C IMXBOI MepeKpbl-
BaeT 3aTpaThl HA CHUXXKEHUE TOUYHOCTU TPAHCISILIUU
(TOorIa BO3HMKAaeT BOIPOC, ToueMy ApYyrvue BUIbl He
“onTuMu3MpyoT” pudocomy). Ilapazutam oOBIYHO
BBITOJHA TIPOAYKIIMSI OOJBIIOTO 4Yucaa SUll WU
cnop. Ho MoryT ObITh cuTyaliuu, KoTaa eIMHOBpe-
MEHHO MaCcCOBOU MPOAYKLIMEN HE B CE30H HE Mmepe-
KPBITh YOBIIBL criop. M He Bcerma BEpOSITHOCTH 3apa-
JKeHUs TIPUBSI3aHa TPOCTBIM CIOCOOOM K CE30HY,
BpeMeHU roga. Xo3sieBa MHOrAa, Kak 17-1eTHue nu-
KaJibl, 3aMeIJISIIOT MPOXOXKIEHNE CBOETO XKU3HEHHO-
ro LMKJa ISl TOro, 4ToObl PACCUHXPOHU3UPOBATH
ero ¢ LMKJaMu napasutoB. Ha nmpumepe ymepeHHBIX
OakTeprnodaroB M3BECTHO, UYTO JIM3OTCHUS MOKET
OBITh He MeHee 3(p(eKTUBHOI cTpaTerueii mapasura,
YyeM TpoAyKTUBHas1 uHdekus. CBepxmaible pudo-
COMbl MUMKPOCIOPUAMI MO MNpUYMHE CHUXKEHHOI
apdexktuBHOCTH TpaHCcasouu (Melnikov et al.,
2018b), a cepxbomabiue reHsl pPHK mapazutuue-
CKMX TpMOOB 110 MIPpUYNHE M30BLITOYHON HArpy3KH Ha
afrapar TPaHCKPUIILIMU, BEPOSITHO, 3aMeLJISIIOT pa3-
BUTHE Mapa3uTa U pacTATUBAIOT MPOIYKIIMIO CIIOP Ha
OoJiee IINTEIILHBIN cpoK. MBI HAOTIOOAIN IITATEITh-
Hoe (MHOroJIETHEE) COCYIlIeCTBOBaHNE B JabopaTop-
HOM NMpOOUpPKE HUTYATOM XKeJITO-3eJIeHO BOOOPOCIN
Tribonema gayanum 1 yOUBAaIOIIETO €€ KJIETKU I1apa-
3uTa (mapasurouna) Sanchytrium tribonematis ¢ Cib-
HO MHTpOHUpoBaHHBIMU TeHamu pPHK (mo 6 mHTpoO-
HoB B reHe 18S pPHK, no 9 untpoHoB B rexne 28S
pPHK), xoTs 3aBUCMMOCTh CKOPOCTH Pa3BUTUS OT
YyucJia UHTPOHOB IpyInbl I He n3ydanu. ApryMeHTOM
MPOTHUB CBSI3U PKCITAHCUM MHTPOHOB rpymniibl I ¢ na-
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pa3sUTUYECKUM 00pa3oM >KU3HU MOXKHO CUMTATh MPU-
cyTcTBUe MHTpOHOB B reHax pPHK cBoGoOgHOXUBY-
IIMX BUAOB. I XOTSI MHTPOHBI y HUX BCTPEUYAIOTCS HE
yacro (~1073—10"2 “B cpeaHem” Ha BU) ¥ YACJIO UH-
TpPOHOB penko npeBbimaeT 1—2 Ha reH pPHK, Ho 110
KpaiiHeil Mepe B OmHOI rpyniie Amoebozoa — y MUK-
COMUIIETOB — UHTPOHOB HE MEHBIIIE, €C/IU He OOJIb-
1ie (¥ 1o f10Jie BUIOB C UHTPOHUPOBAHHBIMU T€HAMU,
U TI0 YUCJTy MHTPOHOB Ha I'eH), YeM Yy napasuTuye-
ckux rpudoB. TpynHoO mpuayMaTh IPUUMHY, TTO0 KOTO-
poit OB MUKCOMHUIIETAM TPEOOBAIIOCH KOHCTUTYTUBHO
3aMeJISITh XKM3HEeHHbIH 1IMKJ1. [Ipeanonaraemblie crio-
CcOOBI 3aMeJICHUsI Pa3BUTHUS 3a CYET MHTPOHOB WJIU
nedeKTOB puOOCOM HE peryJInMpyeMbl M He HECYT 3a-
METHO BBITObI MTPY HAITMYUY TOHKUX CIIOCOOOB pe-
ryassuuun cuHTe3a pPHK (Warner, 1999; Moss, Ste-
fanovsky, 2002; Engel et al., 2013; Torreira et al., 2017;
Fernandez-Tornero, 2018), B ToM 4mcie Ha OTOEIb-
HBIX CTaausIX pocTa WM B paMKax quorum sensing
(Najmi, Schneider, 2021) u ¢ TOYHOCTBIO, HAIIPABIISI-
olIeil KJIeTOuHylo OuddepeHIMpOBKY B 3MOpPHO-
HaiabHOM pasputun (Noack Watt et al., 2016), pery-
sy omoreHes3a pudbocom (Chaker-Margot, 2018) u
PEeTyISLIMU paboThI TOTOBBIX prbocom (Ycaues u ap.,
2020), U3BECTHOM B TOM YMCJIE U Y MUKPOCTOPUAUNA
(Barandun et al., 2019). HakoHe1, jiuTeabHasI Xn13-
HECOCOOHOCTh CITOP MOXET ObITh aJbTepPHATUBOM
WJIX XOPOIIUM JOMOJTHEHUEM K PACTSIHYTOI IO Bpe-
MEHM TIPOAYKINHU cItop. B MeTrareHoMax oOHapyKm-
BaeTcs 0oJibllioe pazHooOpasue reHoB pPHK “xpurr-
TOMUKOT”, HO TOJIbKO HEMHOTUE U3 HUX MacCCOBBIC B
KOHKpETHBIX 0MbmoTekax. He nckmodeHo, 9ro pas3-
HOOOpa3Hble, HO MaJIOYMUCICeHHbIE BHUIbl TE€HOB
pPHK mnipouicxonsitT u3 mMOKOSIIUXCS CTaauiA, ele He
MOTUOIINX B OXUIAHUU CBOEro xo3suHa. U Bce xe
uieajibHas MpUIyMaHHash opraHusalus He o0si3a-
TEeJIbHO peau3yeTcsi B mpupozae. PeaqrbHoe COOTHO-
IMeHWEe IeCTPYKTUBHBIX ITPOIIECCOB 3a CYET “Xpario-
BUKa Mesuiepa” 1 aganTaluii K napa3uTu3My B reHax
pPHK mukpocniopuanii Tpedyet gaabHEHIIEro n3y-
YEHUsI.

MBI 09eHB MaJIo 3HaeM O peaibHOM 1 3(pPeKTUB-
HOIi YMCJIEHHOCTM MUKpoopraHusmoB. HaceneHue
“KpUINITOMUKOT” B Ha3€MHBIX U MOPCKHUX OMOTOIAX,
COIJIACHO METAITPUXKOAMPOBAHUIO aMITJIMKOHOB
pAHK, obunsHOe u pazHooOpa3Hoe (Lepeére et al.,
2006; Monchy et al., 2011; Nakai et al., 2012; Grossart
et al., 2016; Rojas-Jimenez et al., 2017, 2019; Arroyo
et al., 2018), Torga Kak TUIMWYHbIE MUKPOCIOPUINN
MPY UCTMOJIb30BAaHUU BTOI METOAUKU HAXOMSTCS TO-
pasno pexe. Hackombko cootHomenune reHoB pPHK
B OuMOIMOTEeKaX OoTpaXaeT peajlbHOe COOTHOILIEHUE
JKM3HECTIOCOOHBIX KJIETOK B MPUPOJEC U KaKasl 4YacTh
aAMIUIMKOHOB IMPOUCXOAUT W3 BETeTUPYIOLIUX KJie-
TOK, criop u JIHK mMepTBBIX KJ1eTOK? BEIBOO, 0 HU3KOM
YUCJIEHHOCTU TUITMYHBIX MUKPOCIIOPUANI B IPUPO-
JIe TIPOTHMBOPEYUT MHEHUIO 00 MX OMOJIOTrMIeCcKOM

JKYPHAJI OBLIEN BUOJIOTUU

MUXAWMJIOB u ap.

rmporpecce, Ho OOBSICHIII OBl CTPEMUTEIBHYIO IeTpa-
JallMIo X TeHOMOB 3a CYeT “XparnoBukKa Meiepa”.
OnmHako Takoii BBIBOM, ObLI OBI IPEKIEBPEMEHHBIM,
IMOCKOJIBKY IPUMEHSIEMbIE METOTUKIM METAIIITPUXKO-
JIVUPOBAaHUsI CIIOCOOHBI IIPUBOAUTDL K HEAOYYETYy TH-
MAYHBIX MUKPOCTIOPUIANN M3-3a CEJIEeKIIMU aMILIM-
KOHOB 1o pa3zMmepy (ommmuaromremy pJlHK tunmanbsix
MUKPOCIIOPUANIA, HO HE “KPUIITOMUKOT”, OT TUITAY-
HBIX 9YKapHOT), a TAKXK€ 13-32 BBICOKOTO YPOBHSI OT-
JIMYMNA HyKJICOTUIHBIX ITOCIEA0BaTEIbHOCTEM, CHIKA-
o1ero 3(h¢GeKTUBHOCTb OTXKMIa “yHUBEpPCATbHBIX”
IMpaiiMepoB U pacIio3HaBaHUsI OIPEIEICHHbBIX TTOCIIe-
nmoBateabHocTel Kak pAHK. AganTamms MeToank Me-
TAIITPUXKOAUPOBAHUS I TUITMYHBIX MUKPOCIIOPU -
Ui TIOMOXKeT ux OoJiee anekBaTHOMY yuety (Trzebny
et al., 2020). C apyroii CTOpOHBI, aJUICIbHBII IO~
Mopdu3M 3aBUCUT OT 3(P(PEKTUBHON YUCICHHOCTU
(Kumypa, 1985) u MoxeT oka3aTbcs IIPOCTHIM U XO-
POIIINM CPEIICTBOM €€ U3MEPEHMS B ATI0XY aKTUBHOTO
HAKOILUICHUSI TeHOMHBIX JTaHHBIX. Takue olleHKU He-
0o0XOomuMBI IJIsT OoJiee IIPEAMETHOro OOCYXKICHUS
MPUYNH Pa3HOM CKOPOCTU 3BOMIOUUU “KPUNTOMMU-
KOT” M TUITMYHBIX MUKPOCIIOPUINIA.

ABTOpBI OJ1arogapHsbl a-py @.M. @peiimo3epy 3a
JitoOe3Hble KOHCYIbTaluu, Poccuitckomy HaydHOMY
doHmy 3a pUHAHCUPOBaHUE UCCIIeIOBaHUS OUOIO-
tex KIIHK ayrperapuH, apxurperapvt u 6jactorpe-
rapuH (rpanT Ne 18-14-00123) u Poccuiickomy ¢oH-
Iy dyHIaMEeHTaAIbHBIX UCCIENOBAaHUI 3a TTOAIEPKKY
padoT I10 MPOSICHEHUIO pa3HOO0pa3ns U PUIOreHNun

ONHOKJIETOUYHBIX KOHCYMEHTOB  OIHOKJIETOYHBIX
(rpaHT Ne 18-04-01210).
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Ribosomal RNA of the metchnikovellids in gregarine transcriptomes and rDNA

of the microsporidia sensu lato in environmental metagenomes
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Numerous nucleotide sequences of microsporidia sensu lato, mainly belonging to the “Cryptomycota” (Ro-
zellida, Rozellomycota, Rozellosporidia, treated here as synonyms), are found in metagenomes, transcrip-
tomes, and amplicon libraries used for metabarcoding. In this study, we describe rDNA sequences of hyper-
parasitic metchnikovellid microsporidia found in the transcriptomes of unicellular protists belonging to Api-
complexa (Alveolata). The transcriptome of the eugregarine Polyrhabdina sp. (GenBank SRX6640468)
contains the cDNA of Metchnikovella incurvata, the transcriptome of the archigregarine Selenidium pygospi-
onis (GenBank SRX6640459) contains the cDNA of Metchnikovella dogieli, and in the transcriptome of the
blastogregarine Siedleckia cf. nematoides (GenBank SRX6640464) we find cDNAs originating from a yet un-
described species representing a novel metchnikovellid family. We have modeled the secondary structure of
the “ITS2” region of identified and unidentified metchnikovellids taking into account the covariant nucleo-
tide substitutions. Based on the predicted secondary structure of rRNA, mapping of reads from cDNA librar-
ies, and the absence of the endoribonuclease Las1 (PF04031) we conclude that there is no ITS2 processing in
metchnikovellids, and the mature “5.8S”- and “28S”-like (LSU) rRNA are covalently fused, similarly to the
LSU rRNA in the other microsporidia sensu stricto. We discuss several previously proposed (Chytridiopsis ty-
pographi, BAQAO065) and new candidates for the sister group of microsporidia sensu stricto, and compare the
reduced rRNA genes of microsporidia and the lengthened rRNA genes with group I introns of parasitic and
lichen fungi in the context of neutral and adaptive evolutionary processes.
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