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B nepBoM necsaruirernn XXI B. HacelleHre 3eMJIM IIPEUMYIIIECTBEHHO CTaJIo TOPOACKUM, a K 2050 r. ipen-
[0JIaraeTcst, YTO OHO OYIEeT COCTaBIISATh yxKe 68% oT ob1ero HacejaeHUus mupa. B Poccun K Hacrosiemy
BPEMEHMU B TOpPOJax yxKe IpoxkuBaeT 74% HacesieHus crpaHbl. OMHAKO BBICOKAs! KOHLEHTpALMs HACEAEHUST —
3TO JIMILIb BHEIIIHEE MPOSIBICHUE TIpoliecca ypbaHusauuu. Ee cormpoBoXnaoT MHOTIUe TJ106aabHbIE 9KOJI0-
ruyeckue npoOJieMbl: HapylIeHe OMOreOXMMHUUECKUX LIMKJIOB, KJIUMaTa, yrpara 6Mopa3zHooOpa3usi, Ouo-
Jlornueckue uHBasuu u np. M3 aroro ciemyer ocobasi 3HAUMMOCTh FOPOIOB B (POPMUPOBAHUY YCIIOBUIA
JKM3HU He TOJILKO JIJIST OOJIbIIIEl YaCTH YeJI0BEYECTBA, HO M JIJIST BCEX XKMBBIX CyIIecTB Ha miaHere. CTpeMu-
TeJIbHOE pacHpoOCTpaHEeHMEe FOPOJCKMX SKOCUCTEM Ha IUIaHEeTe MOXHO pacCMaTpUBaTh KaK KaueCTBEHHO
HOBBII 3TaIT pa3BUTHSI XXU3HU Ha 3eMiie. XOTsI TOJITOe BpeMsl TOpOACKas cpejia curTaiach HEAOCTOMHOM Ha-
YUHBIX UCCJICHOBAHUI B CUJIy CBOEil “HMCKYCCTBEHHOCTH”, ceiiyac ydyeHble pacCMaTpUBAalOT Topoda Kak
€CTEeCTBEHHBIE JTabOpaTOPUH, TJIe MOKHO 1M HYXKHO pelllaTh He TOJBbKO IMPUKJIIaJHbIE CYTy0O IpagoCcTpOr-
TeJIbHBIC, HO U PyHIaMeHTaJIbHbIC 9KOoJIoTnIecKue 3agadn. B Hagane 1990-x rT. ropoackasi 9KOJIOTHS IIPH-
oOpeJia cTaTyc caMOCTOSTeNIbHOI Hayku. B Poccuu Ha akTyaabHOCTB ITPOGIEM TOPOJICKOM IKOJIOTUHN yde-
HbIe 06paTiiIn BHMMaHue eille B 60—70-¢ rombl XX BeKa, HO O CUX ITOP €10 3aHUMAaIOTCSI JIUILb eAUHUYHBIE
ncciaenosatean. O630p MOCBSIIEH UCTOPUU (HOPMUPOBAHUST TOPOICKOM SKOJIOTMU KaK OMOJIOrMYecKOoi
HAyKM, afafTalysM XKUBOTHBIX Pa3HbIX TAKCOHOB K TOPOICKUM YCIOBUSIM: a) K 3arPSI3HEHUSIM TSKEJIbIMUA
MeTajulaMHM, ILIyMy, CBeTY Y T.O.; 0) K JAedparMeHTalluu MeCT OOUTaHUS; B) K KOpMaM aHTPOIOIeHHOIO
MIPOUCXOXIeHUs. B 3akmoueHnn cchopMyaInpoBaHbl (pyHIaMeHTaJbHbBIE POOJIEMBI, KOTOPbIE HEOOXOIM -
MO pelraTh NPy U3y4eHUH ypOOLIEHO30B, BKIIIOUAsT OLIEHKY CKOPOCTHY 3BOJIIOIUY KMBOTHBIX U pACTEHUI B
FOPOJICKHUX YCIIOBUSIX.

DOI: 10.31857/50044459621030039

B nepBoM necatwinerun XXI B. mpou3olIen Ko-
PEHHOIi TepesioM B COOTHOILIEHUHN CEJIbCKOTO U Tro-
pPOICKOTro HacesieHUs: 3eMIn — TOPOACKOe CTajo Mpe-
o0amaTh Hanm cedbckuM, a K 2050 r. (Imo maHHBIM
OOH) oyner yxe B 2 pa3a ero npesbimarh (United
Nations..., 2018). XapakTepHO, YTO B POCCUMCKMX T'O-
pomax, mno pgaHHbIM Poccrata ot 24.01.2020
(https://rosstat.gov.ru/folder/12781), yxe ceiidac
MpoXUBaeT 74% HaceJeHUs CTpaHbl, TIPU 3TOM OCO-
OEHHO OBICTPBLIMU TEMITIAMU PACTET HaceJIeHUe Mera-
noaucoB (puc. 1). OgHaKo BBICOKASI KOHIIEHTPALIMS
HaceJIeHUsI — 3TO JIUIIb BHEIIHEee MPOsIBJICHUE TIPO-
lecca ypbaHuszaiuu. Ee comnpoBoxaaloT MHoOTue
100aJIbHBIE 9KOJIOTMYECKUE WU3MEHEHMS: Hapylle-
HYe OMOreoXMMHYECKUX LIMKJIOB, KJIMMaTta, yTpaTa
Omopa3Hoo0pa3nsI, OMoJIOTMIYeCKNe NHBA3UH U T.1.,
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BJIMSIHUE KOTOPBIX paCIIpOCTPaHSIETCs 1ajIeKO 3a rpa-
Huubl camux roponoB (Lippe et al., 2005). ITosaTomy
CTPEMUTENBbHOE PaclpoOCTpaHEHUE TOPOJICKUX DKO-
CHCTEM Ha TIJIaHeTe MOXHO paccMaTpuBaTh Kak Ka-
YEeCTBEHHO HOBBIM 3Tall pa3BUTUS XU3HU Ha 3emJie
(Schilthuizen, 2018). XoTsa mojiroe BpeMsi ropoacKast
cpela curTagach HENOCTOMHOM HAyYHBIX UCCIIEI0BA -
HUI1 B CUJTY CBOEH “MCKYCCTBEHHOCTH ’, Ceiidac y4eHbIe
paccMaTpUBalOT €€ KaK €CTECTBEHHYIO J1abopaTopuIo,
IJe MOXHO W HY>KHO pellaTh He TOJbKO MPUKIaIHbIC
Cyryoo rpagocTpovTebHble, HO U (DyHAaMEHTaIbHbIE
skonorndyeckue 3amauu (Lahr et al., 2018). D10, Ha-
MpUMEpP, BAUSTHUE (parMeHTallMM MECTOOOMTaHU
(4TO TUITMYHO IS TOPOACKOI Cpeabl) Ha TeHeTu4e-
CKYIO CTPYKTYpY BUIOB, HOYHOTO OCBELIEHUSI Ha
LIMPKaJHbIE PUTMBbI JIIOAEH W XWUBOTHBIX, 3€JEHBIX
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Puc. 1. lmHaMyKa YMCIIEHHOCTHU HaceJIeHUs KpYIMHEeHIX ropoaoB Poccuu (ThIC. Uel.).

HacaxXJIeHWIi Ha 3I0pOBbE UYeoBeKa, QYHKIIMOHUPO-
BaHME HOBBIX “Cyrybo TrOpoacKux” COOOIIECTB XKM-
BOTHBIX M PAacTeHU, HE MMEIOIINX €CTECTBEHHBIX
a”ajioroB, u MHorue apyrue (Dornelas et al., 2014).
Takum obpazom, ypbaHU3ALIMIO MOXHO Ha3BaTh OJI-
HUM U3 CaMbIX IVIOOQJIbHBIX U HEMpeaHAaMEePEHHbBIX
9KCMEPUMEHTOB, KOTODPBI TOCTAaBWJIO YejoBeve-
CTBO U KOTOPBIU MO3BOJISIET MPeACcKa3aTh, KaK BUAbI
OymyT pearupoBaTh HAa U3MEHEHUS aHTPOTIOTEHHOTO
XapakTepa B MacliTtabax He TOJbKO rOpoJ0OB, HO U
Bceil TuTaHeThl (BKJIIOYash W3MEHEHMs KiauMara)
(Lahr et al., 2018).

B nHagane 1990-x rr. “ropoackasi 3Koaorust” yxe
npurobdpesa cratyc camocTtositesbHoi Hayku (Collins
et al., 2000; O’Brien, 2012). PaHee ropoackue 3KOCH-
CTEMbl JTOBOJIBHO PEIKO CTAaHOBWJIMCH IIPEIMETOM
ucciaegoBanusi. OOMHAKO B MOCJIETHUE OCCSITUICTUS
MPOCJIEKMBAETCS SIBHAs TEHOCHIMS K OCO3HAHMIO
TOPOJICKOI Cpeabl He KaK K HapyIIIEeHHOM, a KaK K ca-
MOIOCTAaTOYHOM M MOJHOLEHHO (QYHKIMOHUPYIO-
1Ieii, TIe aKTUBHO MPOTEKAIT 3KO-3BOJIOLIMOHHBIE
npouecchbl. CBUAETEILCTBOM TOTO SIBJISIETCS CTPEMMU -
TEJIbHBIN POCT IyOauKanuii Ha 3Ty Temy (¢ 20 crareit
B rox B 1990-m mo 1000 — B 2016—2017 rr.) (Johnson,
Munshi-South, 2017; Rivkin et al., 2019a), nosisie-
HUE CMelMaIu3MpoBaHHBIX XXypHasoB (“Environment
and Urbanization”, “Journal of Urban Ecology”, “Ur-
ban Ecosystems”, “Urban Habitats” u np.), 0630p-
HBIX MOHOTpaduii, eXXerogHO pacTyllee YMCIIO Hayd-
HBIX KOH(epeHIINIA.

I1poBeneHHBIN HAMU aHAJIM3 TEMATUK cTaTeil 1o
TOPOJCKOM 3KOJIOIMM, BBIIICAIINX B Iepuon ¢ 1995
o 2020 rom, o 6a3e Web of Science Core Collection
(puc. 2) mokasaj, 4TO B OTE€YECTBEHHOI1 JUTepaType
WCCIEOOBAaHMUI, IIOCBSIIEHHBIX JOTOM IpodiieMe
O4YeHb MaJIO, a PadOTHI MO PBOJIIOLIMHN U TII00aJTFHOMN
9KOJIOTUM €NWHWYHEI, B OTJIMYME OT 3apyOeKHBIX
nyonnkauuii. Ctont oOpaTuTh BHUMAHME, 4TO Ca-

JKYPHAJI OBLIEN BUOJIOTUU

MBI€ paHHHE pabOTHI B 00JIACTU TOPOJICKOI KOJIOTUH
OB B OCHOBHOM MOCBSIIIIEHBI TOPOACKOMY JIaH-
madTy 1 60TaHMYECKUM MCcclieqoBaHusIM. B mocien-
Hee IeCSITUIIETUE MHTEpeC K 3TUM TeMaM COXPaHUIICS,
HO TaKKe MTOSIBUJINCH CTaThM, OCBEIIAIOLIE TPOOIIe-
MBI IJI00aTbHOI 3KOJOTUU Y 3BOMIOLUU (pUc. 2a).

B CCCP, a 3atem u B Poccuu, popmupoBaHue
Hay4YHOI'0 MHTepeca K TOPOACKOI 9KOJIOTUHU CBSI3aHO
MpeKIe BCEro ¢ OpHUTOJOTMYSCKUMMU UCCIIETOBaAHM -
SIMM, B YaCTHOCTU C M3y4YeHMEeM BpaHOBBLIX. MHoOrue
BHUIBI 3TOTO CEMENMCTBAa OOMTAIOT B ypOAHU3MPOBAH-
HBIX JJaHAmadTax, IO3TOMY OHM 0Ka3aJIMCh YIOOHOM
MOIEJIBIO IJIsI PACCMOTPEeHMSI TUHAMMKN IIPOLIECCOB
IMIPOHMKHOBEHUS NTULL B Topoaa. [TonoOHbIe paboThl
HayaJInch eie B 1960-X IT. U cTajJu OCHOBOM Hes-
TeapHOCTH Paboudeit rpyminiel mo n3y4yeHMIo BpaHOBBIX
ntul npu Bcecorwos3HoMm, a 3aTeM MeH30MPOBCKOM
opHHTOJIOTNYecKOM oOmectBe (KoHCTaHTHMHOB,
2008). OmHako ciaenyeT IMpu3HaTh, YTO, HECMOTpPS Ha
aKTUBHBIII pOCT HAYYHOIO MHTEpeca K 3TOM TeMe B
mupe, B Poccun mmpo0biieMa 3K0JIOTMM Topoaa MmoJry-
yuJia ellle HelOCTaTOYHOEe OCBEellleHre B HAyYHOM JIM -
TepaType — HET HM OJHOTO CIEeUMaJIU3UPOBAHHOIO
XKypHaJia, B CBET BBIXOOUT MaJI0 MOHOrpaduii, mo-
CBSIIIIEHHBIX 3TOMY BOIIPOCY, 1, KaK IIPaBUIIO, MCCIIe-
JIOBaHMS KacaloTCsl KOHKPETHBIX TOPOIOB UJIM TAKCO-
HOB, a He¢ (PyHIAMEHTAJIbHBIX HAyYHBIX ITPOOJIEM.
DTO MOATBEPXKAAECT U aHAIU3 IMTyOJIUKAILIMOHHOM aK-
TUBHOCTM OTEUECTBEHHBIX YYEHBIX IT0 0a3e Web of
Science (puc. 26).

Lens manHOro 0630pa — IpUBJIEYb BHUMaHME,
IJIaBHBIM 00pa3oM OTE€UECTBEHHBIX UCCAeI0BaTEIIEH,
K TakMM TIpobiaeMaM TOpPOICKOI BSKOJIOTUM, KakK
aJanTallMy pacTeHUM M XUBOTHBIX K CYIIECTBOBa-
HHUIO B HOBOM 3KOJIOTMYECKOM HMUILE — TOPOJACKOM
cpene, MHBA3usIM 4yXXEepOJHBIX BUIOB, SBOJIOLIMOH-
HBIM IIpoleccaM B YCIOBUSIX ropoia, reorpaduu ro-
POACKOI cCpedbl U Ap.

Ne 3
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Puc. 2. PacrnipeseneHue 1o reMaTukam 3apyoeXHbIX (@) U OTeUeCTBEHHbIX (0) cTaTeil, OTHOCSLIMXCS K pa3neny “ropouckas
aKoJiorus”, Beixoausiux B 1995—2020 rr., mo 6a3e Web of Science Core Collection.

rorpol KAK HOBAS DKOJIOI'MYECKAA
HUIIA 1JI4 PACTEHUUN N 2KWBOTHDbIX

i1 MHOTMX BUIIOB XXMUBOTHBIX FOpOJa CTaIW MpU-
BJIeKaTeJIbHbIM MECTOM OOMTaHUs, TaK KakK, HECMOTPSI
Ha onpeaesieHHbIE HEAOCTAaTKU, TOPOJ UMEET U TIpe-
MMYIIECTBa TIepe €CTECTBEHHOI Cpeaoii OOMTaHMSI.
BOT0, Hampumep, Oojiee MATKUME KIMMaTUYeCKUe
yCJI0BUS, CBOOOAHbBIE TTPOCTPAHCTBA U YKPBITHUS, 10-
MOJHUTENbHBIE (IO CpaBHEHWUIO C MPUPOIHBIMU)
KOPMOBBIE pecypchl, B TOM YHCJE€ 32 CUET HACEeKO-
MBbIX, KOTOPBIX TIPUBJIEKAET TOPOACKOE OCBEIICHUE.
CuyuraeTcsi, UTO YUCIEHHOCTb HACEKOMBIX B ropoaax
B pa3bl BbIIIIE, YEM B IIPUTOPOJIE U B CEJIbCKON MECT-
Hoctu (Hall et al., 2017). DxcTpeMaabHble KJIMMaTH-
yecKHe mapaMeTphl (TeMrepaTrypa, BIakHOCTbh) B TO-

XYPHAJI OBIIIEM BUOJIOTUMU  Tom 82  Ne 3

poaax OydepusupyroTcsi, 1 aMIUIUTYIbl CE30HHBIX
KonebaHM criaxkuBaloTcst. TakuM o0pa3oM, IIepro-
IIbI LIBETCHUST PACTCHUIA I CE30HBI PA3MHOXKCHMS K1~
BOTHBIX B rOpoAax apuJIHON U YMEPEHHOM 30H, KaK B
“IICEBIOTPOIMYECKMX ITy3bIpbKax”’, pacTITUBAIOTCS
(Neil, Wu, 2006). CHIKeHIe THTEHCUBHOCTH BeTpa
U MOBBIIIEHUE TeMIlepaTypbl, OCOOEHHO B 3MMHEe
BpeMsi, TAaKKe BeAeT K ITOBBIIIEHUIO OMOJIOTMIECKOM
npoayktuBHoctu (Faeth et al., 2011). bonbmas mo-
CTYITHOCTh OTPaHMYMBAIOIINX PECYPCOB (TaKUX KaK
MCTOYHUKU BOABI B ropoaax apyuaHOI 30HbI) YBEIU-
YUBAeT M CTAOWIM3UPYET MEPBUYHYIO ITPOIYKTUB-
HOCTb, CO3/IaBasl IOIIOJIHUTEILHEIE PeCypChl. DKCIIe-
PMMEHT, TTPOBEICHHBII Ha COOOIIECTBAaX paCTCHUI B
r. bantumope (CIIIA), moka3zaj, 4To uepe3 rof nociie

2021
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IepeMeIIeHUsT B TOPOACKNE YCIOBHUS ITOBBIIIACTCS
6uoyiornyeckasl IpoAyKTUBHOCTh pPacTeHUI, a yepes
IISITh JIET MHOTOJIETHHE PAacTCHUSI HAUYMHAIOT JOMU-
HUpPOBaTh U BBITECHSTh OnHOJIeTHUKU (Ziska et al.,
2004; George et al., 2009).

OpraHu3Mbl pearupylor Ha ypOoaHU3al1io Ha pas3-
HBIX YPOBHSIX: MOBEIEHYECKOM, (PU3MOJIOTUIECKOM,
MopdonornyeckoM (Le Gros et al., 2016). DeHoiro-
rudeckasi peakiys BeIpaxaeTcs B 0oJjiee paHHEeM Ha-
yaJjie IIBETeHMsI, 110 CPAaBHEHUIO C €CTECTBEHHOII cpe-
J10¥i 00MTaHUSI, YTO 3aPUKCUPOBAHO IO KpaiiHei Mepe
B 10 ropomax Espornnl (Roetzer et al., 2000). ®usuno-
JIOTUYECKUE PeaKIMU BbIpAXalOTC B U3MEHEHUU
MHTEHCUBHOCTU (POTOCHHTE3a M CKOPOCTH pOCTa y
pacTeHui, B UBMEHEHU N YUCIIEHHOCTU U YCTOMYUBO-
CTH K BBICOKMM TeMIlepaTypaM y HaceKoMbIx (Young-
steadt et al., 2015), B coKkpalieH1uU IIPOIOKUTEIBHO-
CTH CHSIYKM Y 3UMOCHSIIIMX BUIOB XKUBOTHBIX U T.II.
(Surov et al., 2019). B roponax MeHsieTcsl AMHAMUKa

YUCJIEHHOCTU XUBOTHBIX-CUHYPOUCTOB! — craHO-
BSITCSI MeHee BBbIpaX€HHBIMU TOJOBBIE 1 CE30HHBIE
Ky ynciieHHocTH (TuxoHoBa u ap., 2012).
YcuiieHne penpoayKTUBHEIX IIPOLIECCOB SIBISICTCS
aIaNTUBHOM peaKlMeid MEJIKUX MJIEKOITMTAIOIINX Ha
yBeJIMYEHNE CMEPTHOCTU B ropoje. Tak, mpu odieM
CHMDKEHUM YUCJIEHHOCTU ITOJIEBKM-3KOHOMKM (Mi-
crotus oeconomus) B Cypryre B OTBET Ha 3aCTPOMKY
€CTEeCTBEHHBIX MECTOOOUTAHMI, OTMEUYECHO yBEIIMYe-
Hue ee 1wiomoBuTocTH (MoposkuHa, CTapuKOB,
2013). CxonHble maHHbIE ObUTM TTOJydYeHbl B OpeH-
Oypre Ha mOMOBOiT MbIu (Mus musculus), OOBIKHO-
BeHHOI1 nTosieBKe (Microtus arvalis) 1 TI0JIEBOI MBILIIU
(Apodemus agrarius). bonee Toro, Ha ypOoaHU3UPO-
BaHHBIX TEPPUTOPHUSIX B Pa3MHOXEHUM HAYMHAIOT
y4JacTBoOBaTh 0cobu 6osee paHHero Bo3pacta (Illes-
MoK 1 1p., 2014). Dtn naHHBIE MOTYT CBUIETEIHCTBO-
BaTh O TTOMYJISILIUOHHOM OTBETE BUIOB Ha IUMUTUPY-
IOIIME YCIIOBUS TOPOICKOM CPEbL.
bonee wmsarkue kiaMMarudecKue YCIOBUSI ToOpona
GOpMUPYIOT HEKOTOPBIE M3MEHEHMST (PEHOJIOTUM TITME-
neit. Camku Bombus fterrestris, B. pascuorum u
B. lapidarius paHbllie BEIXOIST ITOCTIE 3MMOBKH I10 CPaB-
HEHUIO ¢ 3aropoaHbiMu niommysisiuusiMu (ITomnos, 2013).
N3mMeHeHUS yCIIOBUIT OCBEIIEHHOCTH TpaHCcHOop-
MUPYIOT IIOBEICHYECKINE CTEPEOTUNBI Y BUIAOB-CH-
HypOucToB. B ceBepHBIX TOpOomax EBporreiickoit Poc-
CHUU TIPU JUTUTEJIBHBIX 3MMHUX HOYaX cepble BOPOHBI
(Corvus cornix) NCTIONB3YIOT IJ1s IIOMCKA KOPMa 3JIEK-
TpUdeckoe ocBellieHUe yaull. B MockBe BKIIIoueHUe
CBETa CIYXUT CHUTHAJIOM JIJIsi MAacCOBOTO IIpoOJieTa
BpPaHOBBIX IITUI] Ha HOUYeBKY (KoHcTanTuHOB, 2015).
HMHTepecHO, YTO JKMBOTHbBIE-CUHYPOMCTHI aKTUBHO
HUCIIONB3YIOT “TOPOACKOM MaTepHran’ , IpUCIIOcadIm-
Basl €ro K cBouM mnoTpedHocTsIM. Tak, B I. Mexuko
(Mexkcuka) noMoBbie Bopoobu (Passer domesticus) n
MEKCUKaHcKue 4dedeBULBl (Haemorhous mexicanus)

! BunaMmu-cuHypOucTaMu Mbl Ha3blBa€M OpPraHU3MBbI, KOTOpbIE
MPUCIIOCAbIMBAIOTCSI K CYIIECTBOBAHUIO B TOPOJCKOI cpere.
TepMuH sBiIsSIETCSI TIPOM3BOIHBIM OT “cHUHYpOaHU3aLUs”,
npeaIokeHHOro AHIKEeeBCKIUM ¢ coaBT. (Andrzejewski et al.,
1978).
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KCIIOJIB3YIOT JIJIS THE3AOCTPOEHUSI OKYPKU. MOXHO
MPEATIOJOXUTh, YTO TAKUM 0Opa3oM MTULIbI OOPIOTCS
¢ THe3moBBIMM ITapasutamu (Suarez-Rodriguez et al.,
2013). Cepble BOpOHBI B KadyeCTBE CTPOUTEIBHOTO
MaTepuaa IJisl THE3I 4acTO UCTIOb3YIOT MpeaMeThl
XO35IHCTBEHHOM JesTeIbHOCTU uejioBeka. Hampu-
Mep, B ApXaHTeJIbcKe B THe3[ax BOPOH HaxOAWJIU
MOJMITUIEHOBYIO IUIEHKY, HUTKHW, CTEKJIOBaTy,
KYCKM NPOBOAOB, aJlOMWHUEBYIO MPOBOJIOKY, Oy-
mary (AcockoBa, AmocoB, 2002). MHoroieTHee
THE3I0 Cepoii BOPOHBI BBICOTOM OKOJIO 1 M, CHATOE C
onopsl JIDII B Mockse B 1984 r., B OCHOBHOM OBLIIO
CleJaHO U3 aJlloOMUMHUEBOI MpoBosioku. ['He3nma co-
POK, pacIiojioxkeHHbIe BOIM3U panro3asona B [lepmu,
3a UCKJIIOUEHUEM TJIMHSHOM Yallll COCTOSUIU U3 He-
OOJILIINX aTIOMUHUEBBIX yroakoB (KoHcTaHTUHOB,
2015). IToxoxyto KapTuHY HabogaIu B yepTe JIbBO-
Ba, TJ€ COPOKU HCIIOJb30BaIU Il CTPOUTEIHCTBA
THe31l KyCKU aJIlOMUHMEBON U MEIHOIH MPOBOJIOKU
nnHoit 20—50 cm (bokoreit, [Totanenko, 1990).

Wccnenys rHe3moBoii MaTepran B Hopax OOBIKHO-
BeHHOTro XxoMska (Cricetus cricetus) B Cumgeporiolie,
MBI TaKXKe PETYISIPHO OOHAPYKUBAJIA HOJIUSTUIICHO-
BbI€ ITaKEeThl, €JI0YHYIO MUIIYPY, HETKaHbIe caider-
KW, aKKypaTHO Hape3aHHbIe JKUBOTHLIMU HA JIEHTHI U
IMOJTOTOBJICHHBIC [IJISI MCIIOJb30BaHUSI B KadyeCTBe
THE3I0BOI MOACTUIIKM.

Jaxe 3T HEMHOTOUMCJIEHHBIE TIPUMEpPHI CBUIE-
TEJILCTBYIOT O TOM, YTO TopoJi GOPMUPYET IPUHIIM -
MMUAJIbHO HOBBIE YCIIOBUS CYIIIECTBOBAHUSI, KOTOPKIE
HE TOJIBKO BBISIBJISTFOT CKPBITHIE afalTalliOHHbIE BO3-
MOXHOCTH BUJA, HO M OOYCJIABIMBAIOT IIPOTEKaHUE
SBOJTIOLIMOHHBIX TIPOLIECCOB, O YeM IToApoOHee OyaeT
cKazaHo Huxke. Takum oO6pa3oM, UCTOPUS TOPOIAOB —
5TO TaKXKe WMCTOPUSI HOBBIX TUIIOB 3KocucTteM (Su-
kopp, 2003), a KpuTHYECKOE BO3ICHCTBUE YPOAHNUCTH -
yecKMX (haKTOpOB Ha KJIMMAT, TUAPOJIOTHIO U TIOYBLI B
KOHEYHOM UTOTe MPUBOIUT K (DOPMUPOBAHUIO HOBBIX
Mopeeit ouopaszHoodpasus (Lippe et al., 2005).

MHBA3UN KAK ®AKTOP PA3BUTHUA
TOPOACKHNX DKOCUCTEM

B niocnenHue pecatuiaeTust KpynmHble ropoaa ObI-
JIM MpU3HAHBI oyaraMu (uTopazHooOpasus: ¢Jiopa
rOpoJIOB OOBIYHO OOTraue, 4eM OKPYKaollne Teppu-
topuu (Pysek, 1993; McKinney, 2006). DTo cBs3aHO
[JIABHBIM 00pa3oM C YBEJIMYEHUEM JTOJU aIBEHTHUB-
HBIX BUJIOB pacTeHU, KoTopas B ropojax LleHTpanb-
Hoit EBpombl Moxker gocturath 40—50% (Pysek,
1998; Kiihn et al., 2004; Kowarik, 2020) kak 3a cuet
aKTUBHOTI'O BCEJICHUsI B TOpOJa MHBA3MBHBIX BUIOB
pacTeHuil (HampuMep, ¢ TPAHCIIOPTOM), TaK U IeKO-
paTuBHOTO o3ejieHeHUs. C Ipyroil CTOpOHBI, OOJb-
[rasi HEOAHOPOIHOCTh AHTPOMOIEHHOM Cpedbl, 0CO-
GEHHOCTU TOPOACKOr0o KJIMMAaTa, IMOYB, THUAPOJIOTUN
caMH Mo cebe CIOCOOCTBYIOT PacIpOCTPAHEHUIO Ta-
kux BunoB (Lippe et al., 2005). Beuto obHapyxeHO,
YTO KOJUYECTBO aBTOXTOHHBIX BUJIOB YMEHBIIIACTCS
OT OKpauH K TOPOACKNM lieHTpaMm. Hammpumep, B Me-
XUKO HaOJII0AAI0Ch IMHEMHOE CHIDKEHUE YNCTIa BU-
Ne 3
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noB pacteHuii ¢ 30—80 BMIOB HaA TeKTap B IIPUTOPO-
nax 1o 3—10 B ueHTpe ropoaa. ITojockl OTUYKICHUS
KeJe3HOJOPOKHBIX IMyTe U aBTOMAarucTpajeil ycu-
JIMBAIOT TIPUCYTCTBHUE YYKEPOIHBIX BUIOB B TOPOIAX
(Pickett et al., 2011).

Vpbanuszaysi TpuBOIUT K TOMY, UTO OOJbIIAast
yacTb aOOPUTEHHBIX BUIOB PACTeHMUII 3aMeHSIeTCS
OTHOCUTEIbHO HEOOJBIINM YMCJIOM IIMPOKO pac-
MPOCTPAaHEHHBIX W arpeCCMBHBIX BUAOB, 4acTO He
BCTpEYAIOIIMXCSI B IpuUropogax. MeXmyHapOmTHbIA
Hay4HbIlI KoHcopuuyM Iton HazBaHueM GLUSEEN
(I'mobanbHasi ceThb 3KOJOTMM U OOpa3oBaHUSI TTOUYB
ropona) mpoBenl ucciemoBanusa JIHK moyBeHHBIX
MUKPOOPraHM3MOB B Topoaax M MPUPOIHBIX 30HAX
Adpuxku, CeBepHoii AMepuku 1 EBponbl n oOHapy-
>KWJI, YTO BUIAOBOI COCTaB rOPOJCKUX IIOYB Ha 3TUX
KOHTUHEHTaX IIpakKTU4YeCKU uiueHTudeH. 1o kpaii-
Heilt mepe, coobiecTsa 12000 BumoB rpmubdoB m 3700
BUIOB apxeii B ropojiax ropasiao 6oJjiee CXo/IeH, UeM B
OKPYKaIoIINX NX OMOTOITaX.

B roponax Amepuku (Hanpumep, B bairtumope)
0k0J10 80% BBICIIMX PAaCTeHUIA, OOUTAIOIIUX OKOJIO
KOpHe# yINYHBIX AepeBbeB, ObUIN UICHTUYHBI TEM,
KOTOpEIE BCTPEYAIOTCsI B eBPOIECKMX roponax. Bee
3TO O3HAYaeT, YTO YpOOIIEHO3BI IO BCEMY MUPY CTa-
HOBSITCS Bce 0oJiee ITOXOXKMMM; COOOIIEeCTBa pacTe-
HUIA U XMBOTHBIX, TPUOOB, OMHOKJIECTOYHBIX Opra-
HM3MOB M BHPYCOB IMOCTECNIEHHO NPUOIIXKAIOTCI K
eIMHOMY TJIO0AIN3MPOBAHHOMY TOPOIACKOMY OMO-
pa3zHOOOpa3nio. DTOT IPOIIeCC HOCUT Ha3BaHUE OMO-
tnyeckoit romorenusauuu (McKinney, 2006; Olden,
Rooney, 2006). B manbHeiileM anBeHTUBHBIC BUIbI
HAaYMHAIOT IPOHUKATh M3 LIEHTPa Ha OKpPauHBbI, BbI-
TECHSsISI aBTOXTOHHEBIE BUIBI YXKe 1 B IIpuropoaax. Ta-
K1M 00pa3oM, TopoJia caM1 CTAHOBSITCSI NCTOUYHHWKA -
MU pacIlpoCTpaHeHUsI MTHBa3MBHEBIX BUAOB pPacTCHUIA
(Miiller, Werner, 2010).

HecMmoTpst Ha yBeimuMBaroleecsi BULOBOe Oorar-
CTBO 1 pa3HOOOpa3ue, IMPOUCXOIsIIee 3a CUET COCY-
IIIECTBOBAHMS aABEHTUBHBIX 1 AOOPUTESHHBIX BUIOB,
¢Jtopa pa3HBIX TOPOIOB CTAHOBUTCS BCe OoJjiee 1 00-
JIee CXOIHOM.

EcrecTBeHHO, 4TO ypOaHU3aIUsI OTpasKaeTCcs U Ha
omopa3Ho00pa3nu ropoackoit ¢payHsl. Tak, pacrpo-
CTpaHEHUE TPOTyapHbIX MypaBbeB (Tetramorium
caespitum) B CeBepHOII AMepUKe SIBJISIETCS KJlacCude-
CKUM MPUMEPOM YCIICIIHOM HAaTypaJu3alyid B TOpO-
nax. Oxomno 200 net Ha3am 3TOT BUI ObLI 3aBe3eH B Co-
eauHeHHbIe 1LITaThl ¢ MOYBOM, KOTOpasi UCIIOJIb30Ba-
Jlach B KauecTBe OajlacTa Ha TOPIOBBIX Cydax.
B Hacrosiiiee BpeMsi OH SIBJISIETCSI OMHUM U3 CaMBbIX
pacrpocTpaHeHHBIX BUIOB MypaBbeB B TOPOJaX U MPU-
ropojax BIOJIb ITO0ePeKbst ATIIAHTUYECKOTO OKeaHa OT
Kananpr mo ®@nopunsl (King, Green, 1995).

Oxepenosble nonyrau Kpamepa ( Psittacula kram-
eri) obutu 3aBe3eHbl B EBpony n CIIA n3 Adbpuku u
A31M B KayecTBe JOMAIIHUX MUTOMIIEeB. B TeueHue
MOCJIETHUX OeCITIISTUIT OHI, TOKWIAsI KIIETKH, CO3a-
Basi KoJjioHuu B roponax Craporo n Hosoro Csera.
Yxe 13 TOpOoIOB IIOIyrayd Hayajll pacCelsiThCcs B
CEJIbCKHE paliOHbI, CTAHOBSICh CEPbE3HBIMU BPEIUTE-
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JIIMU 3epHOBBIX KyJIbTyp. Bojiee Toro, omuuasiime
NTULBI HETAaTUBHO BJIMSIJIM Ha THE3IOBaHUE abopu-
TeHHEIX BUIOB — yIom0B, ceraeii (Butler, 2005; Strub-
be, Matthysen, 2007).

JloMOBEBIiT BOpoOeit, BEeposITHO, BO3HUK Ha bmirk-
HeM BocTtoke (B HacTosiiee BpeMs “auKue” momyJisi-
UM 3TOr0 BUIA HEU3BECTHBI) U PaCIIPOCTPAHMUIICS
BMECTE C CEJIbCKUM XO3SIMCTBOM IO OOJIbIIIEN YacTH
EBpasuu 1 B HeKoTopbIx yacTsax CeBepHoit AQpUKH.
C cepequnbl XIX B. OH 3aXBaTHII OOJIBIIYIO YaCTh MUpA.
KocMmoromutuaM 3Toro Buaa OOBSICHSETCS MHOXE-
CTBOM (paKTOPOB, BKIIIOYAsT KPYITHBIM pa3Mep MO3Ta,
0O0JIbIIIOE KOJMYECTBO ITOBEIECHUYECKUX afdamnTalluid,
KOMMEHCQJIM3M 1O OTHOIIEHUIO K YeJIOBEeKY U T.I.
(Garber, 1998). Bopo6b1 He TOJIBKO amalTUPOBAIMCH
K XXHU3HU B TOpOJax, HO U CTaJId Cepbe3HOM mpooJie-
MO IJ1sI MeCTHOM opHUTOdayHbl. CIIOPHL O LIEHHO-
CTH 3TOTrO BMAA, TOMYCTUMOCTU €ro COXpaHEHUs U
Bpede, HAHOCUMOM MM, YacTO BBIXOOWIM 3a paMKU
HaY4YHBIX TUCKYCCHUI M CTAJIM M3BECTHHI KaK “BOifHA
BopoObLeB”. B MeTahoprueckoM cMbICe CTOST BO-
IIPOC 1aXe O TOM, MOXHO JIM IIEPEHOCUTDH IIPOOIEMY
BOPOObEB-BCEJICHIIEB HAa MMIPAHTOB B IIUPOKOM
cmiicie (Fine, Christoforides, 1991).

ITomo6HO nOMOBOMY BOPOOBIO, €CTh M APYTUE BU-
IIBI, KOTOpBIE HACTOJBKO IMTUPOKO PacIpOCTpaHM-
JIUCh TI0 TOpOAaM MHUpa, UYTO 6e3 HUX YK€ MpaKTUuye-
CKM HEBO3MOXHO TIIPEICTaBUTh cebe TOpOICKOit
JaHamadT. D10, HaIpuMep, cusbie roayou (Columba
livia domestica), KOTOpbIX HayaJlu OJOMAIIIHMBATb
Kak MUHUMYM 3—4 ThIC. JieT Ha3an. [IpoBogniock nx
CeJIeKIIMOHHOE pa3BelieHUe ISl YIIyJIlIeHUs! OTASb-
HBIX 9KCTEePbEPHBIX MTPU3HAKOB, W BEIBOIWINCH IT0-
ponanl s TIpakThudeckoro mcrionb3oBaHus (Kelcey,
Rheinwald, 2005). OnoMalllHEHHbIE TOJIyOM IIpeaHa-
MEPEHHO BBIITYCKAIMCh VI CAMU TTOKUIATN KIETKH
U PachpoCTpaHWIMCh B TOpodax IO BCEMY MUDY.
Ceiiyac B IIeHTpaxX MHOTHX TOPOIOB GMoMacca TUKHUX
rojiyoeii Ha TOPSIIKY BhILIIE, YeM B €CTECTBEHHBIX Me-
croobutaHusix (Nuorteva, 1971). Cpean Mnosoxu-
TEJIbHBIX aCIIEKTOB MOXHO BBIIEIUTH TO, YTO TOIYOU
MOABEIAIOT OCTATKH ITHIIY YeJIOBEKa M TeM CaMbIM
OYMIIAIOT YJIMIIBI TOpOAa OT OO0JIE3HETBOPHBIX OpTa-
HU3MOB. OIHAKO B [IOMETe ATUX IITULL ObLIO HAAEHO
6osee 60 Bo3OymuTENIEH OOIE3HEM, XOTS CIIydam 3a-
paxkeHus OT ToTybeil yeaoBeKa e TMHUIHBI.

Yaiiku, KaK 1 rojTyou, 3a IIOCIeIHNAE OeCATUICTHS
BCE aKTMBHEE OCBAMBAaIOT ropojia, HO B OTIMYUE OT
MOCJIETHNX, OHM B OCHOBHOM KOHIIEHTPUPYIOTCS Ha
ropoACKuX cBajkax. OmHaKO ciaydyayd THE3IOBaHUS
YaeK HEeIOCPEACTBEHHO B YpOAaHU3UPOBAaHHOM cpelie
obutu Kpaiine penku. Ho B 1998—1999 rr. B.A. 3y6a-
KMH OOHApyXXWJ THe3Ja YaeK BAajau OT BOIOEMOB U
Ha M3HAYaJIbHO CyXMX MECTaX — Ha 3aJIMTOI Tyapo-
HOM KpBhblIllie MPSAMIbHO-HUTOUYHOM (haOpuKU Ha Oe-
pery p. Kiusa3eMmbl Hemajleko oT ueHTpa HormHcka
(3ybakuH, 2001). TakuM oO6pa3om, YaliKu TakKXKe de-
MOHCTPUPYIOT CKJIOHHOCTb K CUHYpOaHU3aLI1H.

Ha nporszxkennn nmociaenaux 50 jgeT coxpaHsieTcs
TeHICHLIMS K YBEJIUYEHUIO KOIMUECTBA U Pa3MepOB
MONyJISIIAI cepoit BOpoHBI B MockBe. MHTEHCHBHOE
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3aceJIeHre TOPOIOB STUM BUIIOM ITPOM3OIILIO BO BTO-
poit moioBuHE XX B. M OXBaTUJI0 MHOTUeE Toponaa EB-
porteiickoit Poccun (KoHctantunos, 2008).

B 1820-x IT. 0OTMeUY€eHO MOSBJIIEHME U THE3OOBAHUE
yepHbIX 1po310B (Turdus merula) B Pume. 200 net Ha-
3aJl 3TOT BUJI, IBJISIJICSI UCKITIOUMTEIBLHO JIECHBIM, HO C
Havasa XIX B. ero apeaj Hayaja pacIuMpsThCS U3 €B-
pOTIeICKUX JIECHBIX MAaCCUBOB M OHM HayaJli KOJIO-
HU3MpoBaTh pactyinue ropona (Luniak et al., 1990).
K xonny XIX B. 3T¥ ITHUIIBI CTaJIM OOBIYHBIMU B TO-
ponax LlentpansHoit EBponbl, a B XX B. TOCTUIJIU
Jlonmona, roponoB Ucnanauu n CeBepHoit CKaHIM-
HaBuu. B TeyeHMe Bcero 3Toro nepuoaa pacrpocTpa-
HEHHE TOPOACKUX MOyl IPOUCXOAWIO CO
cpenHell CKOpOoCThIO 8 KM B rofd. B ropomax sToT Bung
MIPUOOPETT psiI HOBBIX UePT: ITULIBI IIEPECTaIl COBEP-
IIaTh CE30HHBbIE MUTPALMUA W CTAJIM Pa3MHOXKATHCS
Ha MecsIlI paHblile, Y4eM BHe ropofoB. YepHble 1po3-
IIbI CTAJI CTOJIb OOBIYHBIMHU B TOPOAAX, YTO MX Ipel-
JIOKWJIM Ha3bIBaTh “TOPOACKMMM YEpPHBIMHM NTHIIA-
mu” (Schilthuizen, 2018).

Taxkum o6pa3om, MOXKHO CKa3aTb, YTO Y TOPOJICKOMN
dayHbI 1 (IIOPBI IPOCIEXKMBAIOTCS CXOIHbBIE TeHACH-
LAY — IIPOUCXOIUT YBEJINYSHNE OMOpa3HOOOpa3usl o
CPaBHEHUIO C €CTECTBEHHBIMU OMOTOIIAMMU.

besyciioBHO, HakoIJIeHUE MOAOOHBIX (haKTOB I10-
MOXET MPOCIeAUTb (DOPMHUPOBAHNE OMOJIOTMYECKOIO
pa3HoO0pa3usl ToOpoAOB U IMPOaHATIU3UPOBATh CBSI3U
B COOOINECTBAX pPacTeHUII M XKUBOTHBIX. DTO HACT
BO3MOXKHOCTb ITPOTHO3MPOBATh BO3MOXHBIE M3ME-
HEHUS B TOPOJCKMX 3KOCUCTeMaX, Koraa ypoaHu3a-
Ous OyIeT Bce OOJIbIIIe 3aXBaThIBAaTh IPUTOPOIHBIC
TCPPUTOPHUUN U CHUJIIBHEC BJIMATH Ha CJIOXKMBIIMECA
MECTHBIE DKOCHCTEMBI.

OBOJIIOLIMA B TOPOJE

Kaxk mucuumivHa, TopoacKasi SKOJIOTUSI He MO-
>KeT pacCMaTpPUBAThCSI B OTPBIBE OT 3BOJIIOLIMOHHBIX
MPOLIECCOB, MPOUCXOASAIIMX B ypOoleHo3ax. Oue-
BUIHO, YTO (hparMeHTALIMS U AeTpaalins eCTeCTBeH-
HBIX OMOTOITOB B TOPOAAaX BEAYT K YMEHBIIICHUIO pa3-
MEPOB M YCWJICHUIO U30JISLIUU a00PUTEHHBIX ITOMY-
Jsauuii, mogobHo “octpoBHOMY 3ddekTty” (Faeth,
Kane, 1978; Haddad et al., 2015; ®deokTucroBa u 1p.,
2016, 2019). YpbaHu3anus uiu, TO4Hee, CHHypOaHU -
3alUsI BAVSET HA aJallTUBHBIE (€CTECTBEHHBIN U MO~
JIOBOI1 0TOOpP) M HeaganTUBHBIE (Ipeii reHOB U me-
pEHOC TeHOB) 3BOJIIOLIMOHHBIE Mpouecchl (Johnson,
Munshi-South, 2017). U3ameHeH1sI B OMOTUYECKOI 1
abMOTUUYECKOM cpele, MPOUCXOASIINE IO TPaTueHTY
ypOGaHU3aUM, MOTYT CYIIECTBEHHO YCKOPSITh €CTe-
CTBEHHBIII OTOOp M CTUMYJMPOBAaTh TOPOACKYIO
aganTuBHY0 3Bomonuio (Hendry et al., 2008; Doni-
hue, Lambert, 2015; Alberti et al., 2017; Schilthuizen,
2018; Rivkin et al., 2019b). DakTYeCcKN ropoga MOKHO
paccMaTpUBaTh KakK TJIOOAJIbHbIE SKCIEPUMEHTAIb-
HbIe TUIOLIAKY TSI U3yUYeHUS SBOJIIOLIMU, 3aMETHO
37eCh IMPaKTUUECKU HEBOOPYXKEHHBIM TIitazoMm. [lo
00pasHOMY BBIPaXKEHUIO TOJJITAHACKOTO MCCIIeIoBa-
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tens LlInnexy3eHa, ropona SIBASIOTCS “CKOpoBapKa-
Mu aBoJiorvn” (Schilthuizen, 2018).

KiaccnuyeckuM TIpuMepoM TOPOJCKOIl 3BOJIIO-
LIMM, KOTOPBI IMOTaJl BO BCe YUEOHUKU IKOJIOTHMU,
SIBJISIETCS] TIPOMBIIIJICHHBIA MelaHu3M 0Oepe30Boit
nssaeHulbl (Biston betularia), oOHapyXeHHBIN B TO-
ponax Anrimuu B KoHne XIX B. (Tutt, 1896; Kettlewell,
1955). Ilpu cunbHOM 3arpsi3HEHUU KOMOThIO Oepe30-
BBIX CTBOJIOB Beero 3a 100 sieT yepHast Mopda bepe3o-
BOIl TSIICHUIIBI CUJIBHO MOTECHWJIA paHee Topasno
OoJiee LIMPOKO paclpocTpaHEeHHYIO Oelyro. OgHakKo
Mocje MPUHATUS 3aKOHOIATEILCTBA MO OrpaHuYe-
HUIO 3arpsi3HeHus1 Bodmyxa B 1950-x rr. mpoiiecc
OBICTPO ITOIIE]I B 0OpaTHYIO CTOPOHY, Y K HACTOSIIIIE-
My BpeMeHU Oenble Mopdbl Biston betularia cHoBa
npeobnanaT (Cook, Saccheri, 2013). MHTEepecHO,
YTO MEJIAHW3M OepPe30BOi MSIIeHUIIBI 00eCIIeYnBaET-
cs1 ODHOM MyTaluei, OOyCJIOBJIIEHHOW MNepexoaoM
22000 H.11. M3 OmHOIT XpoMOCOMEI B Apyryio (Van’t
Hof et al., 2016).

I[Toxoxee sBaeHMe (GopMUpPOBaHUS MeaHU3Ma
MOXeT OBITh PACCMOTPEHO Ha IIPUMeEPE CU30TO IOy~
0s1 B Mockse. Ilo Mepe pocTa YUCIEHHOCTHU IITULL B
ropoze Haboganach TEHASHIMS K YBEIUYSHUIO J10-
JI MEJIAaHUCTUYECKMX (POPM U BHITECHEHUIO CBETJIO-
OKpAaIlIEHHBIX ¥ IECTPHIX ITTUIL U3 IOy, Amari-
TUBHBIN XapaKTep MOJ00HOI0 SIBJICHUS 3aK/II04aeTCsI
B TOM, YTO TeMHEIE MOP(HBI OKa3aluch Oojee IIpu-
CIIOCOOJIEHHBIMU K CYIIECTBOBAaHUIO B OOJIBIIUX
CKOIUICHUSIX — MX THE3/1a pacIiojarajuch OIvKe Ipyr
K Ipyry, 4eM y cBeTiIbix ¢hopm (O6yxoBa, 2016). Uc-
cJiefoBaHMS, IPOBEASHHBIE HAa CU30M TOJIyOe B psiie
eBPOIENCKNX CTpaH, II0Ka3aJi, YTO B IIepe TEMHBIX
roiyoeii cogepxaHue HUHKa Ha 25% OoJIbllIe, YeEM Y
CBETJIOOKpallleHHBIX. IlpeamonaraeTcsi, 4To TOpPOI-
CKHe TONyOM >BOIOLIMOHUPYIOT B CTOPOHY OoJjiee
TEMHOTO ONepeHMsI, Oarogaps AETOKCUKAIIMOHHBIM
CBOMCTBAM TIEPhEB, HAMNOJHEHHBIX MEJIAaHUHOM
(Chatelain et al., 2016). Ho, BO3MOXHO, UCTOpUS
CJIOXKHEE, IOTOMY YTO I'eHbI, BEIpabaThIBAIOIINE ME-
JIJaHWH, TakKXe€ YYacTBYIOT B peryJisiiud TOopMoOHa
cTpecca U UMMYHHOI cucteMbl (Schilthuizen, 2018).
Takum 0OpazoM, oKpacKa NTHI U COAEePKAHUE TSDKE -
JIBIX METAJIJTOB B OKPYXKAIOIIEH cpene MOTyT OBbITh Ya-
CThbIO 00Jiee CIOXHOM CUCTEMbI, B KOTOPOI 3ameii-
CTBOBaHbl UMMYHHas 1 TOPMOHAaJIbHAsI PETyJIsSIIIUs.

B T0O Xe BpeMs y Ipyrux BUAOB-CUHYPOUCTOB I10-
LlOGHbIe TEHACHIIMN HE OTMECUYCHBI. TaK, HE€ BbISIBJICHA
3aBUCUMOCTh MEXIY YaCTOTOM MPOSBIICHUS JEHKN3-
Ma (JacTU4Has yTpata IIMIMEeHTalM1) Y CePhIX BOPOH
¥ YPOBHEM 3arpsi3HeHUST Ha ypOaHU3MPOBAHHBIX TEP-
puTopusix MockBel. OTHAKO 9acTOTa BCTPEYAEMOCTH
MTUI C JISHKM3MOM BO3pacTaeT C MOBBLIIICHUEM TJIOT-
HOCTH HaceJIeHUs TITUIL U B TIEPUOJ BbLIETA MOJIOIBIX
ocobeii u3 rHe3na (Petrcosa, Mocanos, 2019).

3arpsiI3HeEHUSI MOTYT OBITh HE TOJBKO ITPOMBIIII-
JIECHHBIMM, HO U IIPOCTO CBSI3aHHBIMHU CO CITendu-
KOi1 ropoackux yciioBuii. K HUM OTHOCSITCSI IITyMO-
BOE, CBETOBOE, TEIUIOBOEC W NPYTUe 3arpsI3HEHUS.
O4eBUIHO, YTO K MX IPUCYTCTBUIO XUBOTHBIM-CH-
HypOHMCTaM TOXKe HEOOXOIMMO MPUCITOCA0IMBATHCS.
Ne 3
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Tak, nHanpumep, Ooibinas cuHuna (Parus major) B
EBpone, kuTaiickuii Hactosiiumii 010J10101b (Pyc-
nonotus sinensis) B A3un, pbKeOIIeTHUKOBAsI OBCSIH-
Ka (Zonotrichia capensis) B FOxHoit AMepuke, cepeb-
psiHasi 6enornaska (Zosterops lateralis) B ABcTpasiuu 1
MHOTHE OIpyTue B TOPOAE CTAJIU IIeTh TpoMYe 1 Ha 60-
Jiee BBICOKOI YaCTOTE IO CPAaBHEHUIO C 3aTOPOTHBIMU
NONYJISIHUSIMM, YTO CBSI3BIBAIOT C HEOOXOIMMOCTBIO
COXpaHeHUS (PYHKIIMOHAJILHOCTH TI€CEH B YCIOBUSIX
BBEICOKOT'O YPOBHS Topoackoro iryma (Slabbekoorn,
Peet, 2003). 1 Takoii a¢pheKT oTMEUYEH HE TOJBKO Y
MTUILl, HO, HATIPUMEDP, Y aBCTpaUiicKoii KBaKIu (0y-
poit nutopuu Litoria ewingii) (Parris et al., 2009) u
Ky3Heuuka Chorthippus biguttulus (Lampe et al.,
2014). Boiee Toro, 0OTMEUEHO, UTO ITUIIBI B TOPOIAX
HaA4YMHAIOT TeTh IO yTpaM B cpegHeM Ha 50 MuMH
paHbIIIe, YeM 3a TOPOAOM, ITOKa ellle HEe JOCTUTHYT
BBICOKUIT ypOBEHbB IityMa. CUnuTaeTcs, 9TO 3TOT IOKa-
3aTesib CBSI3aH €Ille U CO CBETOBBIM 3arpsi3HEHUEM
(Nemeth et al., 2013).

ITocTositHHOE OCBellleHUE SIBJISIETCS OJHUM U3 Ce-
pPbE3HBIX (PAKTOPOB, OKAa3bIBAIOIIMX HEraTuBHOE
BIWSTHME Ha XXMBOTHBIX B ropoae. OmHAKO HEKOTO-
pble BUIBI CMOTJIM MCMOJb30BaTh U 3TOT (PakTop B
“cBoux mHTepecax”’. Hampumep, B3pocible caMKu
MOCTOBBIX TTayKoB (Larinioides sclopetarius) Tipenro-
YUTAIOT MCKYCCTBEHHO OCBEIEHHBbIC Y4acTKM (Mon
¢doHapsIMM) IJIST CTPOUTEIBCTBA JIOBUMX CETEU He-
OCBEIIIEHHBIM TeppUTOPHUSIM. [TayKu B UCKYCCTBEHHO
OCBEIIIEHHOI “cpene oOUTaHMs” JIOBUJIM B CBOIO Ma-
yTUHY B 4 pasza OoJibllle JOObIYM, YEM T€, KOTOPbhIE
CTPOWIIM €€ B TEMHBIX MecTax. M Takoe moBemeHUe
IpeaonpeneeHO TeHEeTUYECKU: BhIpallleHHbIEe B Jia-
0opaTopuy MOTOMKM OT CaMOK, OTJIOBJIEHHBIX B TO-
polle, MNPEeanoYMTaii MCKYCCTBEHHOE OCBEIIeHUE
ectrectBeHHoMy (Heiling, 1999). A ropHocTtaeBas
Mok (Yponomeuta cagnagella) n3 ropoacKuX IOITYJIsI -
LI, TIONBEpPTralolIuXcsl CUJILHOMY CBETOBOMY 3a-
TPSI3HEHUIO B TeUeHUE MOKOJIEHU, pexe JieTesia Ha
CBET, YeM e¢ AepeBeHCKME copoanyn. To ecTh oOuTa-
I0111as1 B TOPO/JIe TOpPHOCTaeBasi MOJIb pa3Bujia Criocod-
HOCTb He IIPUBJIEKAThCS CBETOM, UTO IT0KA SIBJISIETCS
YHUKAJIbHBIM TIPUMEPOM MOAOOHOI aganTaliuu JIJIsl
HacekoMbIX (Altermatt, Ebert, 2016).

KpomMe cBeTOBOTO 1 IIIyMOBOTO 3arpsI3HEHUIA IS
rOpOJIOB XapaKTEPHO XUMMYECKOE 3arpsi3HeHUE, B
TOM YMCJIE 3arpsi3HEHUE ITOJIUIMKINISCKIMU apo-
MaTuyeckumMu yrieBomoponamu (ITAY), monu-
xsnopupoBaHHEIMU audeHmaamu (I1XB), koropsie
“mpunumnarTt” K 0enky AHR, nmeiicrByromemMy Kak
peryJsiTop nporpaMMhbl pa3Butusi 3MopuoHoB. I1Xb
u TTAY mocrogaHO BMemmBaroTcd B padory AHR,
TaK YTO MPOTPaMMbl WJIY BKJIIOYAIOTCS CIUIITKOM pa-
HO WJIM BOBpeMsI He BBIKJIIOUaloTcsl. B Takux ycioBu-
sIX HEKOTOpPHBIE BUIBLI PbIO, B YACTHOCTH HEOOJIbIIas
XUIIHAs ppIOKa 13 ceMeiicTBa (hyHIYJIOBbIX — (DYHIY-
nyc rerepoknutyc (Fundulus heteroclitus), pacmopo-
CTpaHeHHasl BAOJb ATJIaHTUUECKOIO MoOepeXbsl U B
Bogoemax CIIA, Kanagsl 1 Ha bepmynckux octpo-
Bax, MPUCIIOCOOUINCH BBDKMBATh B BOAE C KOHIIEH-
Tpalueil aTux onacHoIx BellectB B 8000 pa3 npeBbi-
watommx TTAK nnas opyrux Bunos peid (Frederick
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et al., 2007; Whitehead et al., 2011). Oka3anocsk, 4TO y
pbIO, oOMTAIONINX B 3arPSI3HEHHBIX BogoeMax Hblo-
bendopackoii raBanu B Maccauycetce U B bpumxk-
nopte (CIIIA), BO3HMKIM MyTalluM B reHaxX OEJIKOB
AHR, xoTopbIe BEIKJTIOUMIN pabOTy ygacTKa TeHa Ta-
KMM 00pa3oM, 4YTO pBIOKU OOJIbIIIE HE pearupyloT Ha
OTpaBJIsIiolIMe BelllecTBa. MHTepecHO, UTO 3TU MyTa-
M BapbMpPOBAJIM B Pa3HbBIX ITOIYJISIIMUIX QYHIYITY-
COB B 3aBUCMMOCTH OT OCOO€HHOCTE 3arpsI3HEHHBIX
Y4aCTKOB. DTO MOXET O3Ha4yaTh, YTO IBOIIOLIMS HeE-
OQHOKpaTHO MpuBoAuJa K (GOPMUPOBAHUIO YCTOI-
yuBocTu K [1Xb. [Ipumep ¢ E heteroclitus cran xnac-
CUYECKUM IJIs1 I€MOHCTPAlUX YCTOMIYUBOCTU SKMUBBIX
opranusMoB K IIXb u ITAY, chopmupoBasieiics
BCero 3a aBa JecsiTka nokoyieHuii (Reid et al., 2016).
Hpyroii mpuMep yCTOMYMBOCTU K 3arpsSI3HEHUIO BOJ
IIXb nemoHcTpupyeT aTiaaHTU4YecKuidi Tomkon (Mi-
crogadus tomcod). TlokazaHo, 4T0 25% 0cob6eit UMeroT
MaTOJIOTUHU IIEYSHU — HEOIIAaCTUYSCKHUE Y3EJIKU U Te-
MaTOLEJUIIOJISIPHYIO KaplIMHOMY, HO TeM He MEHee
MIPOAOJIKAIOT CYIIIECTBOBAaTh B YCJIOBMSX 3arpsi3He-
Hus (Wirgin et al., 2011).

I'pynmna yuensix u3 Hopseruu, Upana n Kazax-
CTaHa MpoBeJia aHaJIM3 T€HOB, OTBEYAIOIIMX 3a pac-
HIerJIeHe KpaxMajia y JOMOBOTo BOpoObsi. BBIIO mo-
Ka3aHo, YTO 3TOT BUJI B TeYEHUE IPUMEPHO 6 ThIC. JIET
cchopMuUpoBall ananTaluy K CylIeCTBOBAaHUIO B aH-
TpONOTreHHOoM cpene. B uunciie npoyero, 3To 3KcIIpec-
cust reHa AMY2A, KOTOpbIli OTBEUaeT 3a YCBOCHUE
KOPMOB C BLICOKUM CoOJiep>XXKaHMeM KpaxMaia, T.e., 1o
CyTH, IUTaHE 0OPabOTaHHBIMU YEJIOBEKOM MPOAYK-
tamu (xs1e60oM) (Ravinet et al., 2018).

M 5T0 He emMHCTBEHHBIN IIpUMEp aganTaluii,
BO3HMKIIMX Y XKMBOTHBIX, IUTAIOLIMXCS B TOpOJax HEe
TUTINYHON UTI HUX IMUIIENA. Y MEKCUKAHCKOI yeye-
Bulibl, oouTaroieii B T. Tycon (CIIIA) u nuTaromeii-
Cs CEMEHaMH IOJCOJHEYHHWKA Ha KOpMYyIIKax IJs
NOTUL, 1IeJI OTOOp Mo MOP(MOJOTUM KJIIOBa — T'OPO/-
CKHe 0co0u uMmenu 6ojee MUPOKUE KITIOBbI, YeM JIe-
PEBEHCKME IITULIBI, YTO 0OECIIEYMBAJIO UM HEOOXOIU -
MYIO CHJIy cXaTus Ipu obpabdorke cemssH (Badyaev
et al., 2008).

B 2017 r. B xypHaine “Proceedings of the National
Academy of Sciences” rpyIira aBTOpOB OIyOJIMKOBa-
J1a mIobanbHBI aHanus 6ojee 1600 cirydaeB “deHo-
TUIIUYECKUX’ U3MEHEHUI pa3IMYHBIX OPTraHU3MOB U
MoKa3ajia, YTO B TOPOJaX OHU IIPOUCXOIIT OBICTpEE,
YyeM BHE T'OpOJIOB, M UTO HanboJyiee CUILHBIMU JIBU-
KYIIUMU CUJIAMU 3BOJIIOLIMU SIBJISIFOTCSI CTOJIKHOBE-
HUS BTOPOro poaa (B3auMOIeiCTBUSI C CAMUM YeJio-
BEKOM WJIA C APYITMMMW OpraHM3MaMu, IPUBHECEH-
HbIMM UM B ropon) (Schilthuizen, 2018).

Bormpockl 006 3BOMIOLIMOHHBIX MEeXaHU3MaXx, Aeii-
CTBYIOIIMX B AHTPOIOTEHHO HAapYIIEHHON cpene,
TpeOy1oT OoJiee IeTATLHOTO OOCYXKIEHMSI, a TAKXKe Ce-
PbEe3HOI0 U3YYeHUS Ha OOJIbIIIEM KOJIMYECTBE BUIOB.
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TPAHCO®OPMALMA MMTOBEAEHYECKHX
CTEPEOTHIIOB B T'OPOJAX

CyniecTBoBaHME B IopojaX MHOXKECTBa BUIOB-
CUHAHTPOIIOB C YCTOMYMBBLIMU TMOBEOCHYCCKUMU U
9KOJIOTUYECKMMU XapaKTEPpUCTUKAMM, I103BOJISTIO-
UMW UM XUTh PSIAOM C YEIOBEKOM TBHICIYU JIET
(KpBIChI, MBIIIIY, KJIOTBI, TApaKaHbI U TIP.), YKa3bIBa-
€T Ha TO, YTO 3BOJIOLIMS 3TUX BUIOB B TOPOACKOM
cpene yxe mpoumsonuia (Johnson, Munshi-South,
2017; Thompson et al., 2018). Ypbanuzauus tpedyet
pa3pylIeHUSI UMEIOLIMXCS ITOBEIEHYECKMX CTEepPeO-
TUIMOB XMUBOTHBIX. OCOOEHHO 3TO KacaeTcsl TaKMX
MOBEJEHYECKMX XapaKTEPUCTUK, KAK TOJIEPAHTHOCTh
K TPUCYTCTBUIO 4YejoBeKa, BHYTPUBUIOBAsl arpec-
cusl, HCCIenoBaTeIbcKoe TIoBeAeHNe, T00bIBaHUE
iy 1 ap. (Luniak, 2004).

Ha 42 Bupmax nTuir ABcTpalmu ObUIO IIOKa3aHOo,
YTO JUCTAHLIMS BCITYTMBAHUS PU TTPUOIMKEHUHY Ue-
JIOBEKA Yy BCEX UCCJIENOBAaHHBIX BUIOB B TOPOJIEe MEHb-
Ille, 4YeM B JIepeBeHCKUX OuoTorax. [1pu aTom uem
JIOJIbIIIE NTULIBI KWJIA B TOpOAax, TEM CUJIbHee ObLIa
BhIpake€Ha TOJIEPAHTHOCTh K 4YeJIoBeKy. Hampumep,
ranku (Corvus monedula), KOTOpbie KOJJTOHU3UPOBAIHN
ropona eiie B 1880-x IT., B3JIeTalOT MPU MIPUOIMKE-
HHHU 4YeJI0BeKa ¢ 8 M B ycoBusax ropoga n ¢ 30 M — B
ceJIbCKOM MecTHOCTU. C APYroil CTOPOHBI, OOJIbIINE
nectpele natiabl (Dendrocopos major) Hadanu 3ace-
T Topoga ¢ 1970-x IT., ¥ pa3sHUIBI B TUCTAHIINHN
BCIYTMBAHUS Y HUX NPAKTUUYECKU OTUHAKOBEIE B TO-
pozie u B gepeBHe (Symonds et al., 2016). I1Ipu aTtom
BBIPaXKEHHOCTb 3TOr'0 MapaMeTpa IIPOoIopLOHaIbHA
BpEMEHHM C Hadajla OCBOECHUSI BUIOM TOPOICKUX
nmangmadTos (Minias, Janiszewski, 2016).

Ha MHOTMX BMZax IITHII TTOKa3aHO, YTO 3a CUET
MOBHIIIIEHUS TIOTHOCTH HACeJICHHUST B TOPOIAx pac-
TET BHYTPWUBHUIOBAas arpecCUBHOCTBL. TakK, JBICYXU
(Fulica atra) B yCIOBUSIX TOPOJA CTAHOBSITCSI arpec-
CHBHEE IPYT K IPYTY, OXpaHsIsl THe31Ia OT COPOINYICIA.
ITono6HOe oTMevanoch U y IeBYero Bopoobs (Melo-
spiza melodia) (Scales et al., 2011). ¥ camioB (HO He
caMoK) BomgHbBIX smmepull (Intellagama lesueurii)
arpecCMBHOCTb B TOpOJie TakKXKe ObLIa BhIIIE, YEM B
CeTbCKOM MECTHOCTH, OTHAKO CHJIAa YKyca He YBeIr-
YMBaJIaCh, KaK 3TO OOBIYHO OBIBACT Y SIIESPHIL B YCIIO-
BUSIX BhICOKOM IwtoTHOCTH (Baxter-Gilbert et al.,
2019).

B ropose MoXeT MEHSITbCS U CTpaTerusi OXOTHU-
ypero noseacHus1. Ilomymnsiuu sictpedba-TeTepeBsIT-
Huka (Accipiter gentilis) HadaJu 3aceysiTb Topoja
CCCP ¢ 1980-x rT. OTH IITULIBI B TOPOJIE HAYAJIU ITPO-
SIBJISITh  HETUIIUYHBIC CIIOCOOBI OXOTHI, HAINPUMeED,
JTOOBIBasI KEPTBBI HA UYepAaKax, B CyMepKax, “MBIIII-
koBaHueM” cpenu TpaBbl (EpemkuH, Oyaros, 1998;
Maryc, 2003).

Oco0ble yCI0BYSI KOPMOOOECIEYEHHOCTHU B YpOO-
IIeHOo3ax TpeOyIoT (GopMUPOBAHUS CHIeHN(PUIECKIX
MoBeAeHYECKMX aganTaiuii. Tak, yepHble BOPOHBI
(Corvus corone) B ropomax SIoHuUM yIroTpeOssiioT B
MNUILY LHXPOKO PACIIPOCTPAHEHHDBIN 30€Ch AMMOHCKUIA
opex (Juglans ailantifolia), otnuuaroiuiicss oco6o
TBEpOOM CKOPIyIIoii. YToOBI OOPATHCS IO Sapa ITH-

JKYPHAJI OBLIEN BUOJIOTUU

KAPMAHOBA u ap.

IIbI HAYIWJIMCH OpocaTh IeTbIe OPEXH IO KOJieca aB-
ToMobuJIe, cTosIIMX Ha cBeTopopax. BepBbie aTOT
¢axr 61 ycTaHoBJeH B 1975 1. B ropone CeHnait, a
3aTEM U BO MHOTHUX Ipyrux roponax AnoHuu. AHanus
MHOXECTBa TaKMX CJiydaeB MPUBEJ K 3aKIIOUEHMUIO,
YTO TaKOE TTOBEACHHME SIBIISICTCS IIpeTHAMEPEHHBIM, 1
MTULBI CTTOCOOHBI 00YYaThCSl 3TOMY HaBBIKY APYT OT
npyra (“kynerypHble Tpamuimn”) (Nihey, 1995).

ApyruM, CTaBIIMM YK€ XapU3MaTUIECKUM TIpH-
MepoOM TIOBEJICHUYECKOM amanTaliu K TOPOICKUM
YCIOBUSIM SIBIISTIOTCSI  OOBIKHOBEHHBIC JIa30PEBKH
(Cyanistes caeruleus). B 1930-x IT. B psiie aHTJIMIACKNX
TOpOJIOB TMITULIbI HAYUYUINCH PACKIIEBbIBAaTh KPBILIKU
Ha OYTBUIKaX C MOJIOKOM W TI0€IaTh OTCTOSIBIIIMIECS
cBepxy ciiuBku (Hinde, Fisher, 1951).

IFOPOACKAA N'EOI'PADUA

OTnenbHOro BHUMAaHUS 3acilyXkWBaeT BIIUSTHUE
0COOEHHOCTE YypOaHM3UPOBAHHOIO JlaHaIIadTa Ha
sKojioruio ropoma. dparMeHTas Topoma co3maeT
YCJIOBUSI, KOTOPbhIE M30JUPYIOT IMOMYJSIUMU U TIpe-
MSTCTBYIOT MEPEMEIIEHUIO XKUBOTHBIX MEXIY HUMM.
Teopus octpoBHOI 6Moreorpadum UCIOJIL30BAIACH
IUIST OOBSICHEHUSI W3MEHEHUIT OMopa3zHOOOpasus B
ropojiax B CBSI3U C pa3MepaMu, CJI0KHOCTbIO, pacCTO-
STHUEM 10 UCXOAHBIX monyisiuuii. Hebombive u yna-
JIEHHBIE IPYT OT ApYyra JeMbl BKJIIOUAIOT MEHbIIIE OCO-
0eil n3-3a OrpaHUYEHUS] MUTPALIUU U HEJOCTAaTOUYHO-
CTM pecypCcoB i1 TONAEpXKaHUsS MUHUMAaJIbHOM
YUCJIEHHOCTH, YTO B KOHEUHOM CUETE MOXET MpUBE-
CTM K BBIMUPAHUIO MECTHbIX momyismuii (Miuller,
Werner, 2010).

Ha roponckux MOIMyJISIHUSIX KUBOTHBIX HEPEIKO
MOXKHO Ha0monaTh “3pdekT OyThIJIOYHOTO ropJIbIIKa”
n “addexr ocHoBarenst”. MccneqoBaHue OOBIKHO-
BeHHOTO XoMsiKa B Cumdepormnojie Iokasajio, 4To,
HECMOTPS Ha TO, YTO €IUMHUYHBLIE OCOOU MOTYT Ie-
peMelaThCcs 10 TOpoAy Ha OOJbIINE PaCcCTOSHUS,
ropoackasi monyJisinusl MpeacTaBieHa OTAeAbHbIMU
JeMaMH C BBICOKOM CTEIeHbI0O TeHETUYECKOM
000CO0JIEHHOCTU Y CHMXKEHHBIM MO CPaBHEHMIO C
YCTaHOBJIEHHBIM 11 TOPOJA B 1IEJIOM TeHETUYECKUM
pasHoo6pasuem (Deokrrcrona u np., 2016, 2019).

DparmeHTanysi TOpoACKON Cpelbl MPUBOIUT K
CHUXXEHUIO TeHETUYEeCKOIro paszHooOpasusi U 0OoJjb-
e reHeTnIecKoit muddepeHIInan Cpear TOPoI-
CKUX TIOMYJISILUiIL 6ejioHororo xomstuka (Peromyscus
leucopus) (Munshi-South et al., 2016) U NbHSIHKU
00bIKHOBeHHOI (Linaria vulgaris) (Bartlewicz et al.,
2015) 1o cpaBHEHMUIO € 3aTOPOJHBIMU MOMYISLUSIMU.

IIperpanoii ois mepeMelieHus: 0codeil 0ObIKHO-
BeHHOI cTeHHOM suuepunbl (Podarcis muralis) B
r. Tpupe (I'epmanus) sipisiercst p. Mo3enb. 30aHus U
Jloporu obecrneyrMBalT OrpaHUYEeHUE MOTOKA TeHOB
yepe3 ropol, TOTAa KakK TOpoACKNEe BUHOTPATHUKU 1
KaMEeHUCTbIEe CyOCTpaThl, HAIIPOTUB, O0JIErYyaroT ero
(Beninde et al., 2016).

OtnenbHble nonyaauuu TeMHBIX (Desmognathus
Sfuscus) Br. Hpto-Mopke (Lourenco et al., 2017), kpac-
HocniuHHEBIX (Plethodon cinereus) B T. Monpeaie (Ka-
Ne 3
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Haga; Munshi-South et al., 2013) 1 orHeHHBIX (Sala-
mandra salamandra) B T. OBbeno (Mcmanus; Noél
et al., 2007) canamaHOp JEeMOHCTPUPYIOT OoJiee HU3-
KOe TeHeTUYeCKOoe pa3HooOpa3ue, yeM B MeHee ypba-
HU3UpOBaHHBIX paiioHax (Johnson, Munshi-South,
2017).

Hepenko 13-3a cuabHOiII T€TEpOreHHOCTU JIaH]I -
macTa B ropogax MOXHO BCTPETUTh 1 M30JIMPOBaH-
HBIE OT aHTPOIIOTEHHOTI'O BO3JCICTBUSI TEPPUTOPUU,
KOTOpbI€ TaKXKE€ MCHBITHIBAIOT BIIMSHUE N3OSN,
Apxuit npumep — BoOpoBHI ocTpoB, 0Opa3zoBaB-
muiics B KoHue 1960-x rr. B HaratmHckoii moiime
p. Mockssbl (ITuenkuna u ap., 2013). as mocerure-
JIell OH JOCTYIIEH TOJIBKO 3MMOIi, KOTIa peKa 3aMep-
3a€T, B OCTAJIbHOE BPEeMsI 3TO IIPAKTUIECKHU N30JIMPO-
BaHHasl TeppUTOpUs. 31eCh, BCETO B HECKOJIbKUX K-
jJoMeTpax oT Kpemis, yCHemHO COCYIIeCTBYIOT
000pBI, JIJaCK1, OHAAaTpa U MHOTUE APYTHe BUIbI MJIe-
KOIUTAIOIX U NTUL. Takoe YHHKAJIbHOE MECTO,
0e3yCJIOBHO, MEPCIIEKTUBHO IJIST pa3HOOOPa3HBIX Ha-
YYHBIX paboT.

B HekoTOpBIX cllydasix TOPOJICKUE MapKu BBICTY-
Mal0T B KaYeCTBE NCTOYHUKOB I'eHETUYECKOIO pPa3HO-
00pa3us Wit oKpyXKaromux teppuropuii. Tak, Harpu-
Mep, Homyysiuust Oonbinoil cuHulbl (Parus major),
obomraromieit B bapcenone (McmaHus), comep:KuT
0oJIbllIe TEHETUYECKMX JIUHMI B TOPOACKMX ITapKax,
yeM B OJIM3JIeXXalInX JIecaX, ¥ IIOTOK T€HOB U3 TOPO/ -
CKHMX B IPUTOPOAHBIE TIOMYJISILUY UHTEHCUBHEE, UeM
B obopaTtHoM HarnpasieHuu (Bjorklund et al., 2010).
Jlecomapku, pacmonoxXeHHbIE B UepTe ropoaa, SIBJIsI-
I0TCSI 0a3ucaMU ISl SKUBOTHBIX, OOMTAIOIIMX B 3ar0-
POIHBIX JIECHBIX MAaCCUBAX, HO IIOCEIIAIOIINX TOPOI B
MoMCKax IMpoIuTaHus. B repBylo oyepeib 3TO OTHO-
CUTCS K IITUIIAM, TaK KaK OHM 0oJiee MOOMJIILHBI. Op-
TaHWU3MBI MEHBIIINX pa3MEPOB 1 CO CITA0OBIMH CITOCO0-
HOCTSIMM K paccejIeHUIO, BEPOSITHO, OCTPEE UCTIBIThI-
BaIOT IIOTEPIO TEHETUIECKOTO pa3HOOOpa3msl.

IToTOK TreHOB MOXET MOIIEPKUBATh Te€HETUUE-
CKO€ pa3HOOOpa3ue W yMeHBIIaTh TeHETUYECKYIO
IuddepeHINAINI0 MEXKAY TOPOICKUMU ITOITYJISIIIMS -
MM, HO MOXET TaKXe 3aMeIsITb (POpMHpPOBaHUE
ajJanTalyii K CYLIeCTBOBAHUIO B TOPOJIE.

SAKJTIOYEHHMNE

CuuraeTcs, YTO TOPOACKUE DKOCUCTEMbI OTIMYA-
IOTCSI OT CBOMX “€CTeCTBEHHBLIX’ aHAJIOTOB TOJILKO
CTeleHbIo BaustHus yenoBeka (Walbridge, 1997). On-
HAKO MHOTHE 3KOJIOTMYECKUE IIPOLIECChl B TOPOJI-
CKOI1 cpele BhIpaXKeHBI Jaxe sipue, YeM B MPUpoIe
(Niemela, 1999). Topoma mpencTaBIsSIIOT COOOIA
YMEHBIIIEHHbIE MOJEIU TIJI00ATbHBIX DKOCUCTEM, U
OJarogapst ToMy IJ100aTbHOE TTOTEIICHUE OKA3hIBACT
BJIMSIHUE Ha TOPOACKME OpraHM3Mbl B O0Jiee cxKaThle
cpoku. MccrtemoBaHyie BIUSTHUS KITMMAaTUIECKUX W3-
MEHEHMI Ha 3KOCUCTeMbl UMEHHO B TOpOJiaX IM03BO-
JIUT B MUPOBOM MaciuTabe COXpaHUThb PeCypchbl U
BpeMsI Ui pelliecHUs BBISIBJIEHHBIX mpoOiem (Lahr
et al., 2018). Tak, B ropomax CO30arOTCSI YCIOBUS, B
KOTOPBIX, BEPOSITHO, B OyayIIeM OyIeT CylleCTBOBATh
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omocdepa. DTo, HanmpuMep, MOBBIIIEHNE COIepKa-
HYS JMOKCHUJIA yIiiepoa, 60oJiee BEICOKHE TeMIIepaTy-
pBI, 3acyxa, 3arpsiI3HeHUsI ITouB. TakuMm o0OpasoM,
W3yYyeHUE BJIMSIHUSL ITPOLIECCOB ypOaHW3aluM Ha
9KOCUCTEMEI TOPOIOB JOJKHO IOMOYb IIPOTrHO3MPO-
BaTh BO3MOXHbBIE CLIEHAPWUM Pa3BUTUS KU3HU Ha
3emuie.

IIpencraBiasgror MHTEpEeC HAOIIONEHUS 3a TOPOI-
CKMMM COOOIIECTBAMU PACTCHUI U XKMBOTHBIX IS
OLICHKY BIVSIHUSI KIIMMATUYECKUX U3MEHEHU B 1ie-
JIoM Ha Tpodudeckue cetu. Kpome aToro, nusydyeHue
TOPOJICKUX 3KOCHUCTEM ITO3BOJIMT IIPOTHO3UPOBATH
BO3MOXKHBIE U3MEHEHUS apealoB HEKOTOPBIX BUIOB
XKHUBOTHBIX II0 MEpe HM3MEHCHMS KIMMaTUYECKUX
ycaoBuii. Tak, HarpuMep, n3ydeHue (payHbl TOPOIOB
3anagHoii Cubupu nokKas3aao, YTO Ha Iore UaeT 3aMe-
IIEHUEe CYXOJIOOMBHIX BUIOB MIIEKOIMMTAIOIINX HAa
BJIATOJIIOOMBEIE B pe3yJibTaTe Pa3BUTHUSI TUAPOJIOTH-
YeCKOI CETU B I0XKHBIX ropoaax. Ha ceBepe HaG0ma-
eTcsl O0paTHAasI CUTyallysl B CBSI3U C apUaAn3aueii Me-
croobutanuii (I'ames, 2000).

ITnoxo N3y4y€Ha CTCIICHDb BJIMAHNA aABCHTUBHbIX
BMOOB Ha SHACMHWYHBIC 9KOCUCTEMBI 1 BO3MO2KHBLIC
MOCJHEACTBUS WHBA3UMA IS MUPOBOTO 6H0pa3H006-
pasus. He SACHO, ABJIAIOTCA JIX agarTaliliiy, BOGHMUKaA-
IO EC Yy 2KMBBIX OPTaHU3MOB B I‘OpO,Z[CKOﬁ Cpeac nmpAa-
MBIM WJIN OIMTOCPE€AOBAHHbIM CJICICTBUEM oOuTaHus B
JaHHBbIX YCJIOBUAX. He YCTAaHOBJICHA CBA3b OIrpaHUYC-
HMA ITOTOKA '€CHOB U CKOPOCTH 3BOJIIOLMU B ropoaax
1 3KOoCHucCTeMax B IICJIOM.

Pabora BbeITTOTHEHA B pamMKax ['ocymapcTBEeHHOTO
3amaHuss MHCTUTyTa IIPOO6IEM 3KOJIOTMU U 3BOJIO-
o M. A.H. CesepnoBa Poccuiickoii akagemMun
Hayk Noe AAAA-A18-118042690110-1.
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In the first decade of the XXI century, the world’s population has become predominantly urban, and it is as-
sumed that by 2050 it will account for 68% of the total world population. In Russia to date, 74% of the coun-
try’s population already lives in cities. However, the high concentration of the population is only an outward
manifestation of urbanization. Many global environmental problems accompany it: disruption of biogeo-
chemical cycles, climate change, loss of biodiversity, biological invasions, etc. This means, therefore, the spe-
cial importance of cities in the formation of living conditions not only for most of humanity but also for all
creatures on the planet. One day, urban ecosystems might be the dominant form of nature on our urbanized
planet. So, as the urban environment expands its reach, it will become more and more an ecosystem in its own
right, with its own evolutionary rules and running at its own evolutionary pace. Although for a long time the
urban environment was considered unworthy of scientific research due to its “artificiality”, scientists now be-
lieve cities to be natural laboratories, where applied purely urban planning and fundamental environmental
problems not only can, but must be solved. In the early 1990s, urban ecology has acquired an independent
status. In Russia, scientists have drawn attention to the urgency of urban ecology problems since 1960—70s,
but so far, only a few researchers are engaged in it. The review is devoted to the history of the formation of
urban ecology as a science, the adaptations of animals of different taxa to urban conditions: a) to pollution by
heavy metals, noise, light, etc.; b) defragmentation of habitats; c) to forage of anthropogenic origin. Funda-
mental problems are formulated that need to be addressed in the study of urban communities, including as-
sessing the rate of evolution of animals and plants in urban conditions.
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CucreMaTrKa MUKPOCKOIIMYECKUX IPOOB BCEraa UCIIbIThIBAIA Psi ClieIupUIeCKUX TpyaHoCcTe. s cu-
CTeMaTUKHW rPUOOB BaXKHBIM JTOCTMKEHUEM ABYX MOCIEIHUX NECITUICTUI IBUJIOCh Pa3BUTHUE MOJIEKYJISIP-
Hoit dunoreHuu. Mcnonab3oBaHUe MYJIBTUIOKYCHOTO CEKBEHUPOBAHUS B CBSI3KE C (DUIIOT€HETUYECKUM
aHaJIM30M TEXHUYECKU HauboJjee yIoOHO U METOJ0JIOTMYECKU OTPaBAaHO ISl OTIPEeIeJICHUST TPaHULL BU-
JIOB B paMKax 3BOJIOLIMOHHOI KOHLIETILIMU BUIA, KOTOpasi B HACTOsI1Iee BpeMs IBJIsSieTCs Haubosiee momny-
JIIPHOI Y MUKOJIOTOB M, OUYEBUIHO, OyJIeT OCTaBaThCs TAKOBOI B OmvKaiiiem oymyiieM. Hanbosee rmoaxo-
NSLIMA UHCTPYMEHT IS IeJIMMUTALIMU BUIOB — (pUjloreHeThYecKoe pacrio3HaBaHue. OQHAKO 3TOT yxke
XOPOIIIO OTPAOOTAaHHBI TTOAXO HE BCETAa AaeT BO3MOXHOCTh OTHO3HAYHO CTPYKTYPHUPOBATh OMOPa3HOO0-
pas3ue U BIOCJIENCTBUY C JIETKOCThIO MPOBOAUTh MIEHTHU(hUKALMIO TAKCOHOB. Bo3Hukiuas B 1970-e roasl B
cpene 6akTeproJIoTOB TaK Ha3biBaeMas ToJindasHast TakcoHomus ¢ koHua 2000-x mpuodpeia HeKOTOPYIO
MOTMYJIIPHOCTb Y Cpeard MUKOJIOroB. B HacTosiee Bpems oA Hell moapa3yMeBaloT KOHCEHCYCHYIO TaKCO-
HOMMIO — BbIlIeJICHUE TAKCOHOMMYECKMX TPYIIN B pe3yjIbTaTe CPaBHUTEJBHOTO aHAIM3a BCEBO3MOXKHBIX
JIOCTYITHBIX TIPU3HAKOB. B cTaThe paccMoTpeH mnpoliecc hpopMupoBaHus MoaudasHoOro noaxona v nNpakTu-
Ka ero NMpuMeHeHMsI B COBpeMeHHOI Mukojoruu. OTnenbHbli pa3nen o63opa MOCBsIIeH pa3HOO0pa3Uuio
MPU3HAKOB, JOCTYITHBIX [IJISI MMKOJIOTa, U 11€JIeCO00Pa3HOCTU UX UCITOJIb30BaHUSI B TAKCOHOMUM, B YacCT-
HOCTU B paMKax nojudasHoro noaxoaa. CaenaHo 3akjI0YeHUe, YTO Moauda3Hblii MoaXol HeoOXoIuM B
clly4yasix, Korga (ujioreHeTuYecKoe pacro3HaBaHUe He JAaeT YAOBJIETBOPUTEIbHOIO pe3dyiabrarta. Hanpu-
Mep, TIPY HEOOJIbIIOM KOJIMYECTBE CEKBEHUPOBAHHBIX T€HOB WJIM TIPU aHaJM3e HEeAaBHO IMBEPTUPOBAB-
mux BuAoB. KpomMe Toro, paccmMarpuBaeMblii TOAXOA NMPUTOAeH 1Jis1 (POPMUPOBAHUS TAKCOHOMUYECKUX
TUTOTE3, KOTOpble OyayT MpoBepeHbl (hMIOTEHETUUECKUMU METOIaMU M, OMUPAsICh Ha KOTOPbIE, MOTYT

OBITh CEIaHBI IIOAXOASIINE BEHIOOPKM IIITAMMOB (00pa31oB).

DOI: 10.31857/S0044459621020032

Nneonornyeckuii 1 METOOUIECKUI Oarax 61010~
TMYECKOi CUCTEMaTUKM BechMa 60TaT U pa3HOoOoOpa-
3eH. CBOIif cier B OMOJIOTMM OCTaBMJI OOJIBIION DS
TAaKCOHOMMYECKUX IIPaKTUK, Kaxmas M3 KOTOPBIX
Mpola 4Yepe3 Cepuio CTaauii MNpeoOpa3zoBaHUS:
poxkaeHue, GopMUpPOBaHUE, TTOMYJISIPHOCTD U MOPOIA
3a6BeHuUe. [TocTerieHHO MEHSIJICS TUIT UCTIOJIb3YEMBIX
JIaHHBIX (IPU3HAKOB), METOAbI UX IIONIyYeHMs (Ha-
OJIIOZIEHNST) U TIPEACTABICHUS O pa3pelIeHHBIX CITO-
cobax MX MHTepHpeTauuy (KOHLEHILIN).

CucreMaTika MUKPOOPIaHM3MOB, I B TOM YHCJIE
MUKPOCKOIIMYECKUX TPUOOB, BCerga MCMbIThIBAIA
OCOOEHHEBIEC TPYIHOCTH KaK TEOPETUYECKOTO, TaK U
MIpaKTUUEeCKOro Tojaka. OCHOBHBIMU NPUIMHAMMU SIB-
JISIIOTCSI, MoXanyit, nBe. Bo-mepBbIX, Ae(PULIUT JIETKO
HaOJIIOJaeMbIX CTaOMJIbHBIX IIPU3HAKOB, B NEPBYIO
ouepenb 13-3a MOPQPOTOTNIeCcKOil 0eTHOCTH MUKPO-
OpraHu3MoB. BOJIBIIMHCTBO Xe KOHLEeMIWi hopMu-
pOBAaJIOCH C pacuyeTOM Ha 00Jiee CIIOXKHBIE MHOTOKJIC -
TOYHBIE OpraHU3Mbl. BO-BTOpPBIX, IJ11 MHOTMX MUK-
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pOOpPraHM3MoOB, BKJIlO4ass 3HAYUTEJIbHYIO YacTb
BUIOB TPUOOB, XapaKTEPHO OTCYTCTBHE ITOJIOBOTO
Pa3sMHOXEHMSI, CAMOOIUIONOTBOPSHUE I TEXHUYE-
CKue TPYAHOCTH MPU U3yUYeHUH MOJOBOTO Mpoliecca,
YTO JejlaeT OMOJIOTMUECKYI0 KOHIenuio Buaa (Dob-
zhansky, 1937; Mayr, 1963) mist HUX HEIPUIOXUMOIA
JINOO HEMPOIYKTUBHOMA.

J1st cucteMaTUKU TpUOOB BasKHBIM JOCTHXKECHUEM
IBYX MOCJEOHUX IOECATUICTUI SBUJIIOCH pPa3BUTHE
MOJIEKYJISIPHO# (PMIOTEeHUY — OUCLUMILIMHBI, TO3BO-
JISIIOLIEei TeHepupoBaTh OOJIBIIIOE KOJUYECTBO JaH-
HBIX O MOJIEKYJISIDHBIX MapKepax (IIpu3HaKax) U IIpo-
BOIMTH X KOMIIBIOTEPHYIO 00padOTKYy, HAIIEICHHYIO
Ha PEKOHCTPYKLMIO uaoreHesa. Bo3MoXHOCTb
OIepUPOBaATh OOIBIIMMU OO0beMaMU JAHHBIX U CBE-
CTU K MUHUMYMY CYOBEKTUBHOCTh UX MHTEpPIpETa-
1IMM ObLJIa cpasy OolleHeHa MUKOJIOTaMU.

MonekyasipHasi cucTeMaThka (cucTeMaTuka, B
OCHOBE KOTOPOI1 JIEXKUT aHAaJIu3 MOJIEKYJISIPHOI Dy~
JIOTeHUM) BHECJA W MPOJOJIKAET BHOCHUTH KOJIOC-
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CallbHbII BKJIaJl B pa3BUTHE 3HAHUI O TAKCOHOMUYE-
CKOM pa3HooOpasuu TpudoB. KomauuectBo pabor,
BBIIIIEAIINX ¢ KOHIIA 1990-X TOOOB M IMOCBSAIIIEHHBIX
MOJIEKYJISIPHOI CUCTeMaTUKE OTAEIbHBIX TPYIIT TPU-
00B, He TogmaeTcs moacyery. OMHAKO M 3TOT MOIXO0,
OBICTPO MOKa3aJ, YTO He IpeACcTaBIIsieT co00il maHa-
IIe10, He BCerga JaBas BO3MOXKHOCTH OJHO3HAYHO
CTPYKTypUpOBaTh OMOpa3HOOOpa3ne W BIIOCE -
CTBUU C JIETKOCTBIO IIPOBOIUTH WICHTU(MUKALIAIO
TaKCOHOB.

Bosznuxkmmas B 1970-e roast (Colwell, 1970) B cpe-
e 0aKTepUOoJIOTOB TaK HasbiBaemas mojudasHas
TakcoHoMMusI ¢ KoH1a 2000-x mpuobpesia HEKOTOPYIO
MOMYJIIPHOCTh U Cpedu MUKOJIoroB. B mocnenHue
MOJITOpa JECATUIETUS TOSIBUIOCHh HECKOJIBKO JeCST-
KOB pabOT Mo TAKCOHOMUM TPUOOB, aneUIUPYIOIINX
K riosindazHoMy noaxony. Hanbosee nHTEpecHbIE 13
HUX OyOyT pacCMOTpeHBI HIkKe. MHorne padboTHI 110
noaudasHoil cucTeMaTuke T'puOOB IIpeaBapsItOTCs
MOJIEKYJISIPHO-(UIOTeHETUYECKUM aHaJIM30M U OKa-
3BIBAIOTCS €TI0 HAACTPOMKON.

B manHOM 00630pe IpeanpUHITA MOIMbITKA pa30-
OGpaThCst B CYTH ITOJM(PA3ZHOTO TTOIX0a, pPACCMOTPETh
yKe UMEIOIIUIACS OMBIT €ro MPUMEHEHUS IJIsI CUCTEe-
MaTUKI MUKPOCKOITNYECKUX TPUOOB U OLIEHUTh TaK-
COHOMUWYECKYIO 1LIEHHOCTh IPU3HAKOB, KOTOpHIE B
HACTOSIIINIA MOMEHT MOTYT ObITh MCTIOJIb30BaHbI MU -
KOJIOTaMM.

OOPMUPOBAHUE TTOJIM®A3ZHOTO
IMOAXOOA

ABTOp TepMuHa “monucazHasg TaKCOHOMMUS”
(polyphasic taxonomy) — aMepMKaHCKWII MUKPOOMO-
Jior Pura KomnBeir, KoTopast BBeJia ero B CBoeit padbote,
MOCBSIILIEHHONH HyMEpUUECKON TAKCOHOMUU OaKTepuit
p. Vibrio (Colwell, 1970). IlepBoHayaibHO TEPMUH UC-
MOJIb30BAJICSI MUKPOOHOoraMu (60aKkTeprojaoraMu) B
3HAYCHUM, CXOOHOM C (DEHETUYECKOM CcHUcTeMaTh-
Koil. OTIMyreM SBJISIOCH TO, YTO ToJiMdasHas Tak-
COHOMMUS CTpeEMUJIach OOBbEIUHUTh MHOTO YPOBHEH
nHOpMaLIMM, OT MOJIEKYJISIPHOTO OO 3KOJIOTHUYe-
ckoro. BceM nuMCKpeTHbIM MpU3HaKaM MpuaaBajics
MPUMEPHO PaBHbI BEC U PaBHOE 3HAUYEHUE MPU T10-
CTPOEHUU CUCTEMBI.

BriocnienctBum mousiTre 1monndasHoil TaKCOHO-
MUU TIPUOOPETO HECKOJIBLKO MHOM cMbIci. C onpene-
JIEHHBIX IIOp IOA HUM IIOApa3yMeBalOT KOHCEHCYC-
HYI0 TAKCOHOMMIO — BBIAEICHUE TaAKCOHOMMYECKMUX
IPYIIT B pe3yJibTaTe CPaBHUTEIBHOIO aHajlu3a BCe-
BO3MOXHBIX JTOCTYITHBIX Ipu3HakoB (Vandamme
etal., 1996). CyTb momxomaa 3aKjIo4aeTcss B He3aBU-
CUMOM aHaJIn3e MHOXECTBA IIPU3HAKOB U CBOMCTB Y
0OJIBIIIOTO YKCJIa IITAMMOB, 110 BO3MOXHOCTH IIOJIHO
MPEACTABISIONIMX U3yYaeMylo Tpyrnny (Hampumep,
pon). Ilo pe3yabraTaM aHaauM3a KaxKaoro Mpu3HaKa
CTPOSITCSI YaCTHBIE TAKCOHOMMYECKUE CUCTEMEI, KO-
TOpBIE 3aT€M CPAaBHUBAIOTCSI, U BBIIEJISIIOTCS TaKCO-
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HBI, CTaTyC KOTOPBIX B OOJIBIIUHCTBE YACTHBIX CHU-
CTeM OKasaJjicsl OMMHAKOB. JIJIsl ITAMMOB € AUCKYC-
CUOHHBIM CTaTyCOM IIPOJOJIKAETCS aHajiu3 Ha
OCHOBE HOBBIX IIPU3HAKOB.

MeTtomoorHst MCIOJIB30BaHMST TAaHHOTO TTOIX0/a
B TaKCOHOMUM M HAOOp NMPU3HAKOB, PEKOMEHIye-
MBI TSI 00s13aTeIbHOTO M3y4YeHUsI, B 6aKTepuoIO-
TM1 JOCTAaTOYHO Xopolno orpaboranHbl (Vandamme
et al., 1996; Gillis et al., 2001; Prakash et al., 2007).
B MuKoIormyeckoii ImTepaType Jaie akKypaTHO TO-
BOPHTCS He O MoJMda3HOM TAKCOHOMUM, a O TTOJIH-
¢da3zHOM mnoaxone K XapakTtepuctuke (Aveskamp
et al., 2010), usyuenwuto (Cai et al., 2009) unu ugeH-
tudukauum (Frisvad, 2011) Toro mjim nHOro TakCoHa.
B HekoTtophix padotax (Schmidt et al., 2004, p. 341)
aBTOPBI Hapsmy ¢ IToiauda3HOil TaKCOHOMHUEH Wc-
MOJIL3YIOT TEPMUH “WHTETPUPOBaHHASI TAKCOHOMUS”
(“integrated taxonomic study... based on the use of
composite datasets”), moguepKrBasi KOMIUIEKCHOCTh
TToxona M pa3HOoOOpas3re UCITOIb3YEeMBIX TaHHBIX.

B makpocucrematnke mmonngasHBIii MOIXon He
rcnoab3yercs. OCHOBHOI TOYKOI MPUIOXEHUS TT0-
JM@a3HOro II0AXoAa SIBIASIETCS PO C LEIbIO0 pacio-
3HaBaHMsS B HEM OTIEJILHBIX BUIOB. B ¢BsI3u ¢ aTUM
HEoOXOAMMO OOpaTUTh BHUMAaHME Ha BaXKHbIN ce-
MaHTHYeCcKuii HioaHc. OTMeYaroT IIyTaHUIY MEXIY
MOHATHEM KOHUEIIUM BUIA, T.. OMMCAHMEM THUIla
CYILIITHOCTH, MIPEICTABISIONICH OO0 BUA, U TIOHSTU -
€M KpuTepHreB BUIA, KOTOpPbIE OTIPaHUYMBAIOT OT-
JIEeNbHBIM BUO, T.6. NPaKTUYECKMMU CTaHIapTaMU
pacrio3HaBaHUsI NPUHAMJIECXKHOCTU WHAWBUAyyMa K
Tomy wiu nHomy Buny (Cai et al., 2011). Panee yka-
3bIBaJIOCh, UTO MOJ MHOTUMHU BUIOBBIMM KOHIIETIIV-
SIMU Ha CAMOM JIeJIe CKPbIBAIOTCSI BUIOBbIE KPUTEPUU
(Taylor et al., 2000; Hey, 2006; Queiroz, 2007). He-
CMOTpS Ha CYLLECTBYIOLIMI IJIIOpaIU3M MHEHUM OT-
HOCMUTEJIbHO KOHUEIIMU BUla, OOJBIIMHCTBO OMO-
JIOTOB TIOJIb3YIOTCSI 3BOJIIOLIMOHHONM KOHIEIIIIUEH
(Cai et al., 2011), mpeacTaBistiolieit Bua Kak CECTMEHT
3BOJIIOLIMOHHON JTMHUU, KOTOPbIA pPa3BUBAETCS HE-
3aBUCKMMO OT Apyrux (Queiroz, 1998). buonoruue-
cKasl KOHIENIIUS TOXe 00JiafaeT MOIyJIsPHOCThIO,
HO 13-3a OMNpeAecCHHBIX CJIIOXHOCTEl, yKe YyroMsi-
HYTBHIX BBIIIE, IPUMEHEHWE MaHHOM KOHIENIUN B
MUKOJI0TMM CIbHO orpanndeHo (Taylor et al., 2000).
Tem OoJjiee yTO mMpemyiaraeTcsl €€ paccMaTpUBaTh HE
KaK CaMOCTOSITeJIbHYIO, a KaK OJIMH M3 CIIOCOOO0B pac-
IMO3HABaHUSI BMIOB B paMKaxX 3BOJIOLIMOHHON KOH-
uenuuu (Avise, Wollenberg, 1997; Mayden, 1997),
XOTSI 3Ta MO3ULINS U JUCKYCCUOHHAsI.

Takum oGpa3zom, Ha HaIl B3IVISA, UMEET CMBICI
TOBOPUTH HE O Mmoarda3zHOM TAKCOHOMUM, a O TIOJIM-
¢da3zHOM MOAXole K ONpele/ICHNIO KPUTepUEB BUIA.
CyThI0 IToX0Aa SIBJISICTCS IIPaKTUKA NCIOJIb30BaHUSI
Bcell mmeloneiics mHopManun (puIoreHeTh4Ie-
CKOIi, TeHO- M (DEHOTMIIMYECKOIT) IJIs BBIOCJICHUS
KOHCEHCYCHBIX TaKCOHOMMYECKUX TpyIl. bazoBbriM
MPUHLUIIOM, aleJUIMPYIOIIUM K DBOJIOLMOHHON
Ne 3
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KOHLIETIIIUM BUIA, OCTAETCS TO, YTO JIeJIeHUEe Ha TaK-
COHBI HE TOJKHO MTPOTUBOPEYUTH (prstoreHruu. Buabl
JIOJIKHBI OCTaBaThCsI MOHO(UIETUYHBIMU.

Eciu mig moctpoeHus (puiiorpaMM Mpu paciio-
3HaBaHUU BUAOB OakTepuit u apxeit ¢ 1990-x romos
HEU3MEHHO UCITIOJIb3YIOTCSI B OCHOBHOM T'e€HBI prUbO-
comanbHoii PHK (Ludwig, Schleifer, 1994; Maidak
etal., 1996), To m1s1 rpr60B MHPOPMATUBHOCTh aHa-
JIu3a 3TOTo yyacTKa 3a4acTylo HegoctarouHa. CekBe-
HUPOBAaHUE T€HOB OOIBIION M Maloil CyObheaUHUILL
PHK yacto u ycremrHo BbuITTOJHSIETCS It nudde-
peHILIMallMi Ha YPOBHE POJOB M CEMEUCTB, pexe —
rpyr BugoB. CeKBeHUPOBaHUE MEXXTeHHBIX crieice-
poB ITS1 u ITS2 kpaitHe monyIsIpHO IIJIST UCCIIEIOBA -
HUi1 Ha BUAOBOM ypoBHe. HemaBHO OHU ObLIU MpU-
3HAaHBl OCHOBHBIM OapkomgoM mist rpu6oB (Seifert,
2009; Schoch et al., 2012).

Hewmaiio 6b110 cKka3aHO O TOM, UTO IJIsI HaJeXKHOM
PEKOHCTPYKLIMU (PUIIOTEHUU U WASHTUDUKALIUU He-
00X0IUM aHaIM3 HYKJIEOTHUIHBIX MOCJIeI0BATENIbHO-
CTeil HECKOJIbKMX T€HOB, TOCKOJIbKY I'e€Hea 0T usl JII0-
0Oro OIHOTO Te€HAa MOXET 3HAUYMUTEJIbHO OTIUYATHCS
OT UCTOPUM OpraHu3Ma B 1I€JIOM, UTO CIIpaBeIJIUBO
JUTst 1100bIX rpynn opranu3mMoB (Nichols, 2001).

st pmenmMuTauyd BUIOB C MCIIOJIB30BaHUEM
MYJIBTUJIOKYCHOM (PUIOTeHUU MPUMEHSIIOT IBa OC-
HOBHBIX MeToaa (Matute, Sepulveda, 2019). Hau6o-
JIiee pacIpoCTpaHEH CpeI MUKOJIOTOB METO, OCHO-
BaHHBIN HA TeHEAJIOTMYECKOM COITaCOBAHHOCTH — ge-
nealogical concordance phylogenetic species
recognition, GCPSR (Taylor et al., 2000), unu strict
genealogic concordance, SGC (Matute, Sepulveda,
2019). ITpu ero ucnoJjib30BaHMU HEOOXOIUMO PEKOH-
CTPYMPOBATh CEPUIO TEHHBIX T€HEAJIOTUI U OLICHUTh
nx coBnageHue. Touka, BEIIIE KOTOPOIl Ha (puiore-
HETUYECKOM JiepeBe He OyaeT HaOII0daThCsI COrIaco-
BAaHHOCTU TeHEaJIoTUii OTHEJIbHBLIX T€HOB, HOJIKHA
OBITH OTMEUYEHA KaK IpaHuIia Buaa. Bropoii mogxon —
KoajieclieHTHas neauMuTanus (coalescent-based de-
limitation, CBD; Fujita et al., 2012) — ucnoab3yer
IPYIITy METONOB JJisI BEepPOSTHOCTHO-MaTeMaTude-
CKOTO MOJEIUPOBAHUSI TeHEaJOrMYeCcKoil MCTOPUU
WHIUBUAYYMOB (IITAMMOB) Ha3az K O0IIEeMY MPEaKy
U TaKXKe MO3BOJIIET BBISIBUTh 9BOJIIOLIMOHHO HE3aBU-
CUMBbIE INHUU.

Ps11 aBTOpOB paccMaTpuBalOT BO3MOXHOCTh OITH-
CaHMsl BUIOB MCKJIIOUUTEIIbHO Ha OCHOBaHUU CpaB-
HEeHMsI CUKBEHCOB (sequence-based classification and
identification, SBCI), mo kpaiiHeii Mmepe B Oyayliem
(Hibbett et al., 2016). Ocob6eHHO 3TO aKTyaJbHO JJIsI
U3YYEHUSI HEKYJIbTUBUPYEMBIX U TPYIHOKYJIHLTUBU-
PYEMBIX BUAOB U IJIsI UCCIIETOBAHUSI CIOXKHBIX COO0-
ILIECTB MUKPOOPraHU3MOB, TaKHUX KaK TMOYBEHHBIE,
KOT/1a BbIIEJUTh B YUCTYIO KYJIbTypy aOCOJIIOTHO BCE,
Jaxke TOJbKO KYJbTUBUPYEMbIE BMAbI, 4YacTO He
MpeacTaBisieTcss BO3MOXHbIM. Ha Hacrosiuii Mo-
MEHT 3TOT MOMAXO0/ HE MPAaKTUKYETCS U HE y3aKOHEH
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MEXIYHAPOIHBIM KOJEKCOM HOMEHKJIATyphbl BOIIO-
pocieii, rpuoos u pacteHuii (ICN).

Hcnonb3oBaHue oOOIIENPU3HAHHBIX OapKOI0B
nnn MynbTureHHON (pmimorenuu ¢ GCPSR He maer
TOJIHOM TapaHTHU TIOJIyYeHMs HaJIeXXHOI'o JepeBa C
BO3MOXHOCTBIO €r0 HeIIPOTUBOPESUMBOTO YJICHEHUS.
I'omomnma3ust, HeImoJTHOTa BBEIOOPKH, TMOPUIM3AIINAST
1 TOPU3OHTAJIbHBINA NEPEeHOC T€HOB CITOCOOHBI TP~
BOIUTbH K TPYAHO MHTEPIPETUPYEMBIM pe3yJIbTaTaM U
OIMMOOYHBIM BEIBOAAM. JIj1s1 pa3peleHnsT JUCKYCCH-
OHHBIX BOIIPOCOB HEOOXOAVMO IIPUMEHEHME aIbTep-
HATUBHBIX ITOAXOA0B WX MOAU(MUKALNS CYILIECTBY-
IOIIKX.

OIuH M3 BO3MOXHBIX BapUaHTOB YCOBEpPIIEH-
CTBOBaHUSI MYJIbTUTEHHOI (DUJTOTE€HUU — FeHOMHast
¢dunorenusi. bypHoe pa3BUTHE TEXHOJIOTUI MOJHO-
T€HOMHOI'O CEKBEHUPOBAHUS U METOIOB OMOMHGOpP-
MaTU4YECKO 00pabOTKH TEHOMOB HE OCTABJISIET COMHE-
HUWIA B TOM, YTO CPABHEHUE MOJIHBIX TEHOMOB Yepe3 Ka-
KO€-TO BpeMsl CTaHET PYTUHOM IUISI CUCTEMATUKOB.
Ho uccnenosartensiMm npuaeTCs: peIIATh PsI KOHIIETT-
TyaJIbHBIX BOIMIPOCOB, CBSI3aHHBIX C pa3HOi usore-
HETUYECKOI MTH(OPMATUBHOCTBIO pa3HBIX YacTei re-
HoMma. Ho yxe ceiluac cpaBHUTEIbHBIN aHAJIU3 TEHO-
MOB MO3BOJISIET YCOBEPIUICHCTBOBATh MYJIBTUTCHHYIO
dunoreHuIo.

Jo MoMeHTa paciiBeTa IIOJJHOTEHOMHOI'O aHaJTM3a
(ecnu TaKOBOI MPOU3OMAET) AJIsI PEIICHMSI TAKCOHO-
MMWYECKMX BOIIPOCOB, OCTaBIIMXCS IIOCJIE PEKOH-
CTPYKLUHU (PUIOTE€HUU, UMEET CMBICT MUCITOJIb30BaTh
noymda3Herii moaxon. C ero IMoMoOIIBIO0 MOTYT OBITh
IMOJIYYEHBI OJOIMTOJHUTEIBbHBIC OCHOBaHUA OJIsA yCTa-
HOBJICHUSI BUIOBBIX TPAHULL WY OTIpeAeIeHbI IPaHu-
LIl JIJTSI SBOTIIOLIMOHHO MOJIOJBIX, HEIABHO AUBEPIH-
poBaBIIMX BUAOB. B riepBylo ouepeb MOMOIIb MOTYT
OKa3aTh MPU3HAKHU, MOABEPXKEHHBIE BIMSHUIO €CTe-
CTBEHHOTO OTOOpAa JINOO CLIETIJICHHBIC C TAKOBBIMH.

Ho e1e pa3 Heo6XoaMMo MOAYEPKHYTh, YTO MO-
CTpO€HUE KOHCEHCYCHO TaKCOHOMMYECKOU cUcTe-
MbI B paMKax noarda3Horo nojaxoja J0JXKHO corja-
coBbIBaThCsl ¢ ¢unoreHuein. To ecTb nmoaudazHbIA
MOJIXO/l B €0 COBPEMEHHOM BMJE XapaKTepu3yeTcs
KOMILJIEKCHOCTBIO (Pa3HOTUITHOCTbIO paccMaTpuBae-
MbIX TIPU3HAKOB), MPUHIIMIIOM KOHCEHCYCHOCTH U
OPUEHTUPOBAHHOCTHIO Ha (PUIIOTEHMUIO.

Maest KoMIIeKCHOrO IoIXoAa, MHTeTPUPYIOIIETro
JIaHHbIE pa3HbIX TUIIOB, IJIsI CUCTEMAaTUKU IPHUOOB ca-
Ma 110 ceOe He HoBa. [1logoOHbIE NIEN BBIABUTAINCH
elle ¢ Hayajia MpOoIIUIOro BeKa, AOITyCKash BO3MOXK-
HOCTbh OOJHOBPEMEHHOTO HCHOJIb30BaHUSI MOPGOI0-
TMYeCKNX, (U3NOJOTUYECKUX, IUTOJIOTMYECKUX,
OMOXMMUYECKUX, aHATOMUYECKUX, CEPOJTOTNIYECKUX,
9KOJIOTUYECKUX IPU3HAKOB, OCOOEHHOCTEH KM3-
HeHHoro uukia u T.4. (SueBckuii, 1927; X0oXpsiKoB,
1955). IIpuyemM Opu3bIBEI K Pa3HOCTOPOHHEMY DKC-
NeprMEHTAJIbHOMY HCCJICIOBAHUIO T'PUOOB B LICJISIX
CUCTEMATUKM MOAKPEIUISIJINCh CChUIKAMM HAa MMKO-
JoroB XIX B. — A. ne bapu u M.C. BoponuHna (Xox-
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psikoB, 1951). OmHako JaHHBII ITOAXON HE 9aCTO HAXO-
IV IIMUPOKOe TpUMEHEHNEe U He BCerga OKa3bIBaJICs
MIPOAYKTUBHBIM, IJIABHBIM O0pa3oM M3-3a UHCTPY-
MEHTAJILHOI OTrpaHUYEHHOCTU IPOBOAUMBIX TOTHA
ucciaegoBanmii. Ha Haun B3misim, B TOC/IEIHUE TOIBI
MOXHO Ha0JIogaTh 0oJjiee MEPCIeKTUBHYIO ITOIBITKY
CO3IaHUS TaKOM KOMIUJIEKCHOI METOHOJIOTHY, GJa-
rogapsi o0beIMHEHUIO (PMJIOTSHETUYSCKUX TCYSHUMN
B CICTEMAaTHKe C MoJM(a3HbIM OAXO0I0M U UCIOJIb-
30BaHMEM PAa3BUTBIX MOJIEKYJISIPHBIX, OMOXUMUYEC-
CKUX M OMOMH(MOPMATUISCKUX METOIOB.

CyiiecTBoBaHMe MoaM(a3HON TaKCOHOMUM He
orpaHuUYMBaeTcsd MUKpobuosioruei. HexkoTopbiMu
CUCTEMATUKaAMU-300J10raMU MpornaraHaupyeTcs
aHAJIOTUYHBINA TTOAXOM, MOJYYMBIIMI Ha3BaHUE WH-
TerpaTUBHOII TakcoHommu (integrative taxonomy)
(Dayrat, 2005; Schlick-Steiner et al., 2010). ITogxon
MpeamnojaraeT Npyu BbISIBJIEHUU TPaHUL] BUAOB O00b-
eIMHEeHNEe NaHHBIX ¢uaoreorpacdum, MopdoOJIOTUH,
MOMYJISIIUOHHON T€HETUKU, DKOJIOTUU, OHTOTE€HETU -
YECKHUX M TTOBEIEHUYECKUX XapaKTepUCTUK. KIcrofb-
30BaHUE PA3HOILIAHOBBIX MPU3HAKOB MOXHO OOHa-
PYXUTh U B paboTax MO CUCTEMATUKE PACTEHUIA, HO
0OTaHUKM Yallle He 0003HAYalT TaKoi moaxod Ka-
KUM-TO CIelMaJbHbIM TEePMUHOM, MHOTAA BCE Xe
YIIOMUHAasI MHTErpaTuBHYIO TakcoHoMuio (Rouhan,
Gaudeul, 2014; Erst et al., 2020).

YCIEXU MOJIMPAZHOU
CUCTEMATHUKU I'PUBOB

IlepBbIMU cpeny MUKOJIOTOB TMoauna3HbIi Mo~
XOJI CTaJIU MCIIOJIb30BaTh CHIEIUIMCThI O 6a3UaU0-
MULIETHBIM OpoxckaM. CpaBHeHNE (PUIOTEHUM, pe-
KOHCTPYMPOBAHHOI IO CUKBEHCaM JIBYX JIOKYCOB,
JHK-dunrepripuaTroB, Mopdoaorndeckux m ¢u-
3MOJIOTUYECKUX TIPU3HAKOB U CBOMCTB M30JSITOB
Rhodotorula glutinis mpuBeso K OMMCAHUIO HOBOTO
Buma — Rhodosporidium azoricum (Gadanho et al.,
2001). BrocimenctBum CXOIHBIM HAOOpP IJTaHHBIX
(AHK-duHTeprpuHTHI, cMKBeHCHI 26S u ITS o6na-
creit pAHK, madopManus o THIIaX cnapuBaHWS,
Mopdoormyeckie M (PU3NOIOTUYSCKIE XapaKTepHr-
CTUKM) OBbUI MCITOJIb30BaH IJIsl aHajau3a 0ojiee COTHU
U30JISITOB TMPeABapUTEIbHO MASHTU(ULIMPOBAHHBIX
Kak Rh. glutinis (Gadanho, Sampaio, 2002). M305sTHI
ObLIU TIepeolipeae/ieHbl, U YacTh U3 HUX OKa3aJlach
MIpeACTaBUTEISIMU TpeX BUIOB Rhodosporidium. s
Bunga Rh. glutinis ObLIN TIPENIOXKEHBI HOBBIE KPUTE-
puu.

OOHO U3 MEepBBLIX YINOMMHAHUI MOIU(MA3ZHOTO
MOIX0Ia B MCCICIOBAHUSX MULEIUAIBHBIX IPUOOB
onL10 caenaHo Jlio ¢ coaBTopamu (Liou et al., 2007),
M3Yy4YaBIIMMHU KOMIUIEKC Rhizopus stolonifer. @uitore-
HUSI, peKOHCTPYUPOBaHHAsI C MCITOJb30BAaHUEM O]~
HOTO JIOKYyca, ObljIa cpaBHeHa JIULIb ¢ gojieii G + CB
TEHOME M HECKOJIBKMMU TPATULIMOHHBIMU MOPQO-
JIOTUYECKUMHU TTPU3HAKAMMU.

JKYPHAJI OBLIEN BUOJIOTUU

PaGoter mo monmgazHoO TaKCOHOMWM OBLIN
YCIIEIITHO BBITIOJTHEHBI IJIST peBU3MHU TTonpoaa Penicil-
lium pona Penicillium (Frisvad, Samson, 2004; Ko3-
JIoOBcKUii u np., 2009). Bbliu ncnoab3oBaHbl MUKPO-
1 MakpoMop(OJIOTUUYECKHUE TPU3HAKHU, POCT IIpU
pa3Holi TeMITepaType, POCT Ha MATATEIbHBIX Cpelax C
BBICOKMMMU KOHLIEHTpALIMSIMM XJIOPUAA HATpUsl, ca-
Xapo3bl ¥ MPOMMOHOBOI KUCIIOTHI, POCT HAa cpeaax C
MOYE€BHHOI, HUTPUTAMU U KPEaTUHOM, CIIEKTP BTO-
PUYHBIX MeTaboJIUTOB. [1py aHAJIOTUUHBIX PEBU3USIX
p. Aspergillus cexuuii Usti (Houbraken et al., 2007) u
Sparsi (Varga et al., 2010), ToOMAMO MOJIEKYJISIPHOM
GUIIOTEHUN, YIUTHIBAIM MOPQOJIOTNIYecKUe ITpU-
3HaKW, POCT MPU pa3HbIX TeMIIepaTypax Ha HECKOJIb-
KHX cpefax U Npo(UIM BTOPUYHBIX METAOOJIUTOB.

Haubonee ocHoBaTelbHBIM 0OOpa3oM Itonudas-
HBII TOAXOom OBLI IIPUMEHEH IS KCCIIeTOBaHUS
p. Colletotrichum (Cai et al., 2009). brin cocTtaBieH
0030p pa3IUYHBIX MOIXOMOB K M3YYEHUIO BUIOBBIX
KOMILIEKCOB 3TOT0 poia, BKJIIoYast MOpdoI0ruio, Ia-
TOT€HHOCTb, (PU3MOJIOTUIO, KYJIbTYpaJibHbIE CBOICTBA,
BTOPUYHBIE METAOOJIUTHI U (PUJTIOTEHUIO. ABTOPBI YOe-
IWJINCH, 9TO0 B uneane cucremaruka Colletotrichum
JIOJDKHA OCHOBBIBATHCSI HA MYJIBTUTEHHOI (huiore-
HUM, a XOPOIIIO 000COOJeHHbIE (PUIOTEHETUYECKUE
JIMHUM JOJIKHBI COBNAAATh ¢ KAKUMU-IU00 APYTUMU
HaOJIIogJaeMbIMU XapaKTepucTUKaMu. JlocTomHCTBA
noiaugasHoro mMoaxoaa B Ciaydae JAaHHOIO TaKCOHA
OBLIN XOPOIIIO MPOJEMOHCTPUPOBAHEI, 1 OH OBLI pe-
KOMEHIOBAH IUISI TanbHemmx uccinegopanuii. Cie-
Iys. peKoMeHmauusM, 1aHHbeIM Ilaem ¢ coaBTOpamm
(Cai et al., 2009), ObLIO yCIIEIIIHO BHIIIOJIHEHO OoJiee
10 pabotr no cucrematuke Colletotrichum (Sharma,
Shenoy, 2016).

B xone ncciaenmoBaHuii ogHOM ITOMMMOP(MHOI BU-
JIOBOI1 TpyIIbl p. Alternaria (Kommnexkc A. infectoria,
HbIHE BBIJIEJIEHHBII B CEKIIUIO Infectoriae) ObLIO TPO-
BEICHO CpaBHEHHUE CTPYKTYphl 0MOpa3HOOOpasus C
IIOMOIIBIO Pa3HBIX METOMOB M TUIIOB TAaHHBIX: MOJIE-
KyJISIpHOI (uIoreHrnmn, KIacCMYECKOro aHaim3a
MOpGOJIOTUM U aHau3a METAOOJUTHBIX Mpoduiieid
(Andersen et al., 2009). M3yuyuB 51 mramm, aBTOPbI
MPUIILIA K 3aKJIIOUEHUIO, YTO BCE TPY BUIA aHAIM3a
MOATBEPKIAIOT pas3fesieHne BHIOOPKW IIITaMMOB
MaKCUMyM Ha aBe Ipymiibl. HameXXHbIX reHeTude-
CKUX, MOP(GOJIOTUIECKUX U XeMOTaKCOHOMMYECKMX
MapKepoB IS pacIlio3HaBaHMUS BUIIOB BBISIBICHO HE
obL10. Takske ObLI cliejlaH HeyTeIIUTEIbHBIN BBIBO/I,
YTO IS JAHHOM TPYIITLI TPUO0B (PUIOTEHUSI HE MO-
XKeT OBITh MHCTPYMEHTOM JIUISI IIPeACcKa3aHUsI I1aTo-
TeHHOCTH, CYOCTpaTHOM CIIeIU(PUIHOCTH M CITOCO0-
HOCTHU K CUHTE3Y TeX WJIN MHBIX MUKOTOKCUHOB. He-
cKoibKo npyrux pador (Gannibal, Yli-Mattila, 2007;
Poursafar et al., 2018), ToCcBsIIIIEHHBIX 3TOI TPYIIIIE,
TakKe ITIPOJIEMOHCTPUPOBAIM HEBO3MOXHOCTH I10-
CTpOEHMUS IepeBa C HAJEeXKHOM TOIIOJIOTHEI, UTO, Ode-
BUIHO, YKa3bIBacT Ha MPUHAIIECKHOCTb BCEX MCCIIE-
JIOBaHHBIX IIITAMMOB K OTHOMY NOJIMMOP(hHOMY BUILY,
Ne 3
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KOTOPBIA, BEPOSITHO, HAXOOUTCSI B COCTOSIHUU IU-
BEPIreHIIMU.

Hpyrum koyutektuBoM (Stadler et al., 2014) Obu1a
TOCTPOEHA TMOJUTETUYECKasi cucTeMa sl 6a3uamo-
MmuieTHoro p. Daldinia. bbuia mokazaHa CuJbHas
CTeTIeHb KOHCEHcyca MeXIy MOopdoJIoTUYecCKUMU
Mpu3HaKaMy, B TOM YMCJIe BBISIBJICHHBIMU MpPU TO-
MOIIM CKaHUPYIOIIEH 3JeKTPOHHOI# MUKPOCKOIIHNU,
U XEMOTAaKCOHOMUYECKUMU MapKepaMu, U3yYeHHbI-
MU METOAOM BBICOKOI((hEKTUBHON XUIKOCTHOMN
xpomarorpacduu (BOXKX). UckinoueHue cocTaBuin
TOJIBKO MUTMEHThI, 9KCTPAarupoBaHHbIE C yyacTUEM
KOH. IlosHouEeHHBIH MOJEKYISIpHO-(hUIOTeHETH-
YeCcKUil aHaau3 He ObuT poBeneH. [1pu momoliiu ce-
kBeHupoBanus ITS-ob6nacreit ygamoch TOJIIBLKO IC-
KPUMUHUPOBATh PO B LIEJIOM M HEKOTOPHIC TPYIIITHI
BUIOB.

B onHoii u3 paboT, MOCBSILIEHHON BHYTPUBUIO-
BOMY pazHooOpasuto Fusarium verticillioides (Chang
et al., 2016), GBI IPOBEIECH OTHOBPEMEHHO KJIaCCH-
yeckuii Mopdonorndyeckuit aHanus, TP ¢ Bumo-
cnen(UIHBIMUI IpaiiMepaMy, aHaJIn3 MUKpOcaTeI-
yuTHBIX ISSR-Tipoduiteit 1 6eTKOBBIX TIpodmIIeit, TTo-
JIy4eHHBIX ITOCPEICTBOM MaTPUYHO-aKTUBUPOBAHHOM
nazepHoit necopoumy/mnonnsaunu (MALDI-TOF).

PASHOOBPA3HME INTPU3HAKOB
1 UX UCITOJIb3OBAHUE

IIpu3Haku M CcBOiiCTBa OpraHM3Ma, MCIOJb3ye-
MBbI€ B KJIaCCU(PUKAIIMOHHBIX 1LIEISIX, pa3HOOOPAa3HBI
W pa3HOPOOHEI. TpaguIIMOHHBIM SIBIISIETCS OOBEIN-
HEHUe WX B JIBE IPYyMIibl: (PeHO- U TEHOTUITUYECKUE.
@deHoTUnIMYeCcKe MapKephl (Mopdoornyeckue,
OMOXNMMUYECKHNE, DKOJIOTUYECKHEe, “OmoJiornde-
CKHue”, T.e. CBSI3aHHBIE C OCOOECHHOCTSIMU KMU3HEH-
HOIO LIMKJIa, W T.I.) COCTABJISIIOT HamboJjiee OOILIMp-
HYI0O U TIPUBBIYHYIO TPpyHmy. ANpUOPU CUYUATAETCH,
4qTo (I)CHOTI/IHI/I‘JCCKI/Ie IMPpU3HaKM CBA3aHbI C IIPUCIIO-
COOJIECHHOCTBIO OpTraHu3Ma K YCJIOBUSIM OKpYKalo-
LIEi Cpeabl, T.€. UCIIBITHIBAIOT TaBJICHUE €CTECTBEH-
Horo oToopa. OgHaKko 111 0OJIBIINMHCTBA IPU3HAKOB,
HWCHOJIB3YEMBIX B CUCTEMAaTUKE MUKPOCKOIIMYECKUX
rpu0OOB, 3TOT ACIEKT HE U3YyJaJICs 1 HE SIBJISIETCS OUe-
BUAHBIM. TakKe yaile BCero HeM3BeCTHA TeHEeTUYe-
cKasl JeTepMUHalus pu3Haka. [1pu3Haku, cuurae-
Mbl€ PaBHOBEJIMKMMU, MOTYT KOIMPOBATHCS Pa3HBIM
KOJIMYECTBOM I'€HOB, YTO CKa3bIBA€TCs HA UX USMEH-
YUBOCTU M, COOTBETCTBEHHO, Ha YPOBHE TAKCOHOMU-
YeCKOil 3HAaYMMOCTU Takou uHGopMauuu. PeHoTu-
MUYeCKUe TPU3HAKM MOTYT OBITH MPOCTBIMU JIMOO
KOMILIEKCHBIM (COCTaBHBIMM ), IIOTEHIIAAIBHO JIeJI1-
MBIMHA Ha HECKOJIbKO 0oJjiee MPOCTHIX MPHU3HAKOB.
IlenecooOpa3HO yYuThHIBaTh UMEHHO MPOCThIE TIPU-
3HAKU, €CJIU U3BECTHO, YTO HACJICAYIOTCS OHM He3a-
BHICHIMO.

M3 gncna reHOTUMMMYECKUX MIPU3HAKOB B MUKOJIO-
MU HauboJjiee TOIYJISIPHBI MOJICKYJIIPHO-TeHETUYe-
JKYPHAJ OBIIIEW BUOJIOTU
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CKME€ MapKephbl, KOTOPHBIE Yallle BCEIro MCIIOIb3YIOTCS
aHaJIOTMYHO (heHoTUNMYecKUM. IIpu mx obpadoTke
YUYUTHIBACTCS U3MEHEHHE CTPYKTYPhl MOJIEKYJIbI
JAHK 06e3 ygeTa ocobeHHOCTEI MHPOpMAIIIN, KO-
pyeMoii moauMop@dHBIM yJacTKoM. Mcrionb3yembie
JUIST LeJIeil peKOHCTPYKIMM (PUIOTSHUU U TAKCOHO-
MU MOJIEKYJISIpHO-T€HEeTUYEeCKNEe MpHU3HAKM (Map-
Kepbl) 3a4acTyIO SIBJISIIOTCS HeUTpaibHbIMU. OHU OT-
paXxarT ITOJIMMOP(PU3M HYKJICOTUIHOM MOCcienoBa-
teapHOCTH JIHK B HEeKommpyrommx o61acTsIxX, TaKUX
Kak MHTpoOHHI U catesumuTHas JHK, wiu npencras-
JISTIOT cO00Ii CUHOHMMMWYHBIE 3aMEHbI, KOTOPbIC HE
BJIMSIIOT HA aMMHOKMCJIOTHYIO IOCJIEIOBATEIbHOCTh
oenkoB. IlosTomy mepBuuHyo crpykrypy HAHK
BITOJIHE MOXHO paccMaTpUBaTh He KaK MHMOpMal-
OHHBIN (T€HETUYECKMIT) CUTHAJ, a KaK (DeHOTUIINYEe-
CKUII OMOXMMHMYECKUI mpu3HakK. OTIMdreM 3TOro
TUIIA MapKepPOB OT MHBIX OMOXUMMNYECCKNX OKa3bIBa-
€TCsI MMEHHO MX CEeJIeKTUBHas HeUTpajabHOCTh. OHU
HE YYacTBYIOT BO B3aMMOAECMCTBUM OpraHu3Ma C
OKpYKalollleil cpenoii M He CKa3bIBalOTCS Ha XKMU3HE-
CIIOCOOHOCTH. DTHM IIPU3HAKM, UCIIOJIb3yeMbIe KaK
MOJIEKYJISIpHbIE Yachl, UACaAJIbHbI IS (DUJIOTeHETH-
YyeCKMX ucciaeaoBaHuii. OHU MOAXONAT IJISI HyMepHU-
YeCKOil TAKCOHOMMHU 1 UASHTU(UKALIMM Ha OCHOBE
naen JHK-mTpuxkonupoBaHusi, HO HEUMHTEPECHBI
JIJIST TUTIOJIOTMYECKOM CUCTEMAaTUKU.

XapakTep HaciaeI0BaHUsI MOJIEKYJISIPHBIX MapKe-
poB oueBUIeH. HanpoTtus, TUN Hacaen0BaHUS OOJb-
LIMHCTBA (PEHOTUTIMYECKUX TTPU3HAKOB rprbOB He-
siceH. MHOeCTBO TIPU3HAKOB U CBOMCTB I'pUOOB, IS
KOTOPBIX ONTUCAHbI TEHETUYECKHE NETEPMUHAHTBI, CH-
cTeMaTUKaMy He YYUTBHIBAIOTCSI M1 UMEIOT 3HauYeHUe
JISI BHYTpUBHUI0BOM nuddepeHinanuu. bojee Toro,
MOXOXe, YTO MHOrue (PeHOTUMUUYEeCKUe MPU3HAKU
TaKXe CeJIeKTUBHO HelTpaibHbl. [loHMMaHue cTere-
HU BJIWSIHUS TIpU3HAKa Ha aJallTUPOBAHHOCTb Opra-
HU3Ma, MH(hOopMalus 0 KOJUYECTBE FeHOB, OTBeYalo-
IIUX 3a MPOsIBJIEHWE TIPU3HAKOB, CBSI3b 3TUX T'€HOB C
JIPYTUMM  KM3HEHHO  BaXXHbIMM  TNpPU3HAKaAMHU
(TutefioTponust), MPUHAMIEXHOCTb K YHUBEPCaJbHOMN
(KOpoBoit) MK BaprabeIbHOM YaCTIM Te HOMa MOTJIN
Obl J1aTh OOBEKTMBHBIC JAHHBIC IS OMpPEeAcICHUS
LIEHHOCTH 1 Beca TOro WM WHOTO MpU3HakKa.

XopolIuM MPUMEPOM TaAKCOHOMUYECKHU LIEHHOTO
TeHEeTUUYECKOro MpU3HaKa MOXeT ciy>XuTb MAT-yo-
Kyc — dakTop, coiepxkalliuii TeHbl, OTBETCTBEHHbIE
3a cnapuBaHue. OmnucaHbl Ciliy4yaud, Korma OJM3KUe
BUJbl aCKOMUILIETOB MPEACTaBIEHbBI IIITAMMaMH Kak ¢
MepBoOIi, TaK U co BTopoi namomopdoit MAT-mokyca
WJIM TOJIBKO IIITAMMaMM, y KOTOPbIX ydacTki MAT1-1u
MAT1-2 cniastHel. B mepBoM cirydae B retepoTaji-
JIMYEH, BO BTOPOM — F'OMOTA/UIMYEH, YTO O0yCIaBIU-
BaeT U3OJISILIUIO U pa3Hble peNpOAYKTUBHBIC CTpaTe-
run. CToOuT YIOMSIHYTh I1apy BunoB — Dendryphion
penicillatum n D. papaveris (Inderbitzin et al., 2006), a
Takxke BUIbI p. Stemphylium (Inderbitzin et al., 2005),
Y KOTOPBIX 3TOT MPU3HAK ObLI YAaYHO MCITOJb30BaH B
LIEJISIX TAKCOHOMMUU.
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B nenom ciayyan MCITONBb30BaHUS (heHOTUITHYE-
CKUX TIPU3HAKOB C U3BECTHOI reHeTUYECKOM AeTep-
MUHAaIMe B CUCTeMaTUKE OYeHb HEMHOTOYCJICHHBIL.
B o6mkaitmem OynmyimeM OymyT CTaHOBHUTBCSI OoJree
YacThIMU M OCHOBATEJbHBIMU MOMBITKU TU(dhEepeH-
Al BUOOB Ha OCHOBE CPaBHUTEIbHOI T€HOMM-
KW, KaKOBBIE HAYAJIMCh €11 C MPOLLIOTO NeCATUIIE-
tus (Rokas et al., 2007). B aToM ciaydae, TOMHUMO
IIPOCTOTO YBEJIMYSHUSI MAacCUBa JAHHBIX, MOXHO ObI-
JI0 OBI “cBeCTU” PSI TEHOTUITMYESCKUX W (DEHOTUITH-
YeCcKUX Ipu3HakoB. Ho maeonorust 1 MeTomosiorust
CPaBHUTEILHO-TEHOMHOI CUCTEMAaTUKHU TOJILKO Ha-
YMHAIOT pa3pabaTeiBaThcsa. Ha maHHBIIT MOMEHT IpuU
CpaBHEHUU FreHOMOB Pa3HBIX OPraHU3MOB UCTIOJIb3Y-
IOT TPaIULIMOHHBIN MYJIBTUIIOKYCHBIN (TUIIEPIIOKYC-
HBII) (UIOTeHETUUECKUI aHAIU3 U OTHOCUTEIBHO
MPOCTHIE, CYTy0O CTATUCTUUYSCKUE MTOKA3aTEeIN: Cpe/l-
Hee HYKJIEOTHIHOE cXoAcTBO (average nucleotide
identity, ANI) (Figueras et al., 2014) u momapHoe
CpaBHEHUE YaCTOT K-MEPOB (pa3IUYHbBIX ITOCIEeI0Ba-
TeJbHOCTEI ¢ mmmHOI k) (Hibbett et al., 2016; Cserha-
tiet al., 2019).

Jas1 peKOHCTPYKLIUU KJjagoreHe3a 0ojiee WHTe-
PECHBI HeliTpalbHBIE MapKephl, PacHOJOXEHHBIC B
TOIl YacTM TeHOMa, KOTopas yHHUBEpcajbHa s
KPYITHOI TAKCOHOMMYECKOM eMMHULIBI. [1J1sT aHam3a
aHareHe3a 1 OYepYMBaHMs T'PaHUIl BUIOB LIEHHOCTh
MPUOOPETAIOT IPYTUEe NPU3HAKU U JPYTre YacTu re-
HoMa. CIipaBUTCSI JIM TECHOMUKA B OMUHOYKY C OIIpe-
JIeJIcHEM 3HAYMMOCTH Te HOMHBIX MapKepOB JJISI CH -
CTEeMaTUKHA WIN TIOTpeOyeTcss COBMecCTHas pabora
MOJIEKYJISIPHBIX OMOJIOTOB U OMOMHMOPMATUKOB CO
creuMaJrucTaMy o MopgoJIornu, GUOXUMUM U KO-
JIOTUM TPUOOB — ITOKa HesIcHO. OU4eBUITHO, 1O TTOJTHO-
LICHHOT'O MIPUMEHEHMSI TCHOMHOTI'O aHa/Ii3a B CUCTE-
MAaTHKe IPEICTOST CEphe3HbBIC TUCKYCCUMN.

Denomunuueckue NpU3HAKU

Mopdoaornyeckue MpuU3HAKUM HauboJyiee MHOomy-
JIIpHBI 1 11eJieil TakcoHOMUU. K TaKOBBIM OTHO-
CSITCSI CTPO€HME OPTaHOB CITOPOHOIIICHUS, BHEITHUIA
BUJ KOJJIOHUI TIPU KYJIbTUBUPOBAHWU iN Vifro U UHbIE
MpU3HaKu. byaydyu UCIoIb30BaHbl OTAEABHO OT ApY-
TMX MPU3HAKOB U (PUIOTEHETUYECKUX PEKOHCTPYK-
LIMI, OHU HE MPEAOCTaBISIIOT BO3MOXHOCTU TOJY-
YUTh HENPOTMBOPEUYUBYIO CUCTEMY JUISI MHOTUX
rpynn rpuboB, OCOOEHHO MUKPOMMUIIETOB. TeM He
MeHee OHU OCTAIOTCSl CAMbIMU BaXKHBIMU U LIUPOKO
ncrionb3lyeMbiMH. IIpobiaema 3akimiouaeTcst B HEIO-
CTaTOYHOM KOJIMYECTBE TaKUX MPU3HAKOB, OTHOCHU-
TEJIbHOW TPYTHOCTU WX HAOJIONEHUS U WX HecTa-
ounpHOCTU. /I HAOMONEHWsS B YMCTON KyJIbType
4acTO WCIIOJBb3YIOT pa3Hble MUTATEJIbHbIE Cpelbl U
ycJioBUS KyJibTMBUpoBaHusl. Ha mpumepe MHOrmx
pOIOB OBLIO MOKa3aHO, YTO COCTaB cpenabl (CyO-
CcTpaT), TeMmIlepaTypa U Ipyrue Iapamerpbl Cylle-
CTBEHHO BJIMSIIOT HA MOP(OJIOTUYECKUE TIPU3HAKU U
KyJIbTYpajibHble cBOCTBa. [ToaTOMYy MJIsi MUKPOMU-
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LIETOB IIPEAIIOYTUTEIbHEE N3yIeHNEe MOP(OIOTUH B
YCJIOBUSIX YMCTOM KYJIbTYpPhI IO CPAaBHEHUIO C TI0JIE-
BbIMU repOapHbIMU oOpasuamu. I[lpu aTom KpaiiHe
HeoOxoauMa yHU(UKALIMS YCIIOBUM IPOBEACHMS 1C-
cJeIOBaHUIA, MO KpailHEW mepe IJis BUOOB OOHOTO
pona. ITogoGHBIe cTaHAAPTHI MPEIJIOXEHBI IJISI PO-
noB Penicillium (Frisvad, Samson, 2004), Alternaria
(Simmons, 2007), Colletotrichum (Cai et al., 2009) u np.

buoxummnyeckue u pu3noIOrmIecKue IMpru3HaKku y
MUKPOMUIICTOB UMEIOT OOJIblIee afanTUBHOE 3HAYC-
HUEe, YeM MOpGOJIOTUIecKre, U ITO3TOMY ITOTEHIIV-
aJIbHO JOJIKHBI peXXe MPUBOIUTD K BBIACICHUIO Mapa-
U TIoJinduiieTHYecKux TakcoHoB. HeogHokpaTHO co-
BEPIIAJINCH MOIBITKY HAUTU HaleKHbIE CTAOMIbLHEIC
XEMOTAaKCOHOMMNYECKNE MapKepbl, KOTOPhIC ITO3BO-
JIUan Obl pasfeavuTh BUAbI U BIIOCJIEICTBUU TIPOBO-
IUTh MAeHTU(UKALNIO. B KauecTBe BO3MOXHBIX Xe-
MOTaKCOHOMUWYECKUX MPU3HAKOB ObLI IIPEIIOKECH
COCTaB nojrcaxapuaoB KiietouHoil cteHku (Leal et al.,
2010), xupHbIX KUCIOT U cTtepoiaoB (Miiller et al.,
1994; Weete et al., 2010). O6pazoBaHuEe JaKTOHOB I10-
XOHUHOB OBLJIO OCHOBaHUEM JUISI BblaeaeHus p. Po-
chonia n3 p. Verticillium (Stadler et al., 2003). Muko-
TOKCHUHBI OBLJIM UCITOJIb30BAHBI B CHCTEMATUKE POIOB
Fusarium (Ichinoe et al., 1983) u Aspergillus (Frisvad
et al., 2007).

MeTaboauTHbIe TPOGhUIN, BKIIOUYAKOIIUe TJaHHbIe
Ccpa3y 0 MHOTHX 9K30METa00IMTaX, MOJyYeHHbIE C 0~
MOIIIbIO XpoMaTorpaduu (mpeumMyinectBeHHO BOXKX),
BUAATCS Hauboyiee MPOCTbIM CIIOCOOOM TMOJYYEHUS
OO0BEMHBIX TAHHBIX, KOTOPbIE MOXXHO MCIOJb30BaTh
JUTS 1eieit TakcoHomMuu rpuooB (Smedsgaard, Niel-
sen, 2005). IIpodunu MeTaboIMTOB HEOTHOKPATHO KC-
MOJIB30BaJIM B TakcoHOMMU Fusarium (Schmidt et al.,
2004), Alternaria (Andersen et al., 2005, 2008, 2009),
Aspergillus, Penicillium, Talaromyces (Frisvad et al.,
2007; Frisvad, 2015) u npyrux rpu0os.

[IpoGieMa 3aKimodaeTcss B TOM, YTO CUHTE3 MHO-
T'MX BTOPUYHBIX META0OJIUTOB, CPEAN KOTOPBIX CTOUT
HWCKaTbhb BUAOCHELU(PUIHbIE OCOOEHHOCTH, HECTA0OU -
JneH. [TogaBiaeHue omHOro MeTaboJINTa 3aBUCUT OT He-
CKOJIBKMX I'€HOB, 3KCIPECCUST KOTOPBIX MOXKET MHIY-
LPOBATHCSI UM MOIYIMPOBATHCS BHEIMHUMHU (DaK-
topamu (Smedsgaard, Nielsen, 2005). Haomonaemas
B UTOTe CMJIbHAsI MOTU(MPUKAIIMOHHASI U3MEHUYMBOCTD
He JaeT IIPEUMYILIECTB METa0OJIUTHBIM MapKepaM I1e-
pen OpyruMu IIpu3HAaKaMU, UCIIOIb3YEeMbIMU B CH-
creMatuke. ITonck OTHENbHBIX CTAOMIBHBIX XEMO-
TAaKCOHOMMYECKMX MapKepoB Tpydo3aTpaTeH IMIpU
HEBBICOKOM MH(pOpMaTUBHOCTU. J1J1s1 BEISIBICHUS Ta-
KHMX MPU3HAKOB HEOOXOMMMO IPOBECTH CpaBHEHUE
OOJIBIIIOr0 KOJIMYECTBA IITAMMOB pa3HOil CTEIeHU
pOICTBa, IIPUYEM MCIIOJIb3ysl HeaellleBble METOObI B
HaJexXae HallTh OgWH WM HECKOJIbKO MapKepoB 0e3
rapaHTHM Ha yCIIeX.

Ps1n TakKCOHOMMYECKMX MUKOJIOTMYSCKUX PadoT B
1990—2000-x rT. OBUT BBIIOJIHEH HA OCHOBE aHa/IMU3a
COCTaBa XXMPHBIX KUCIIOT METOIaMU Ta30BOM MJIN Ta-
Ne 3

TOM 82 2021



MMOJIM®A3HBIN TTOJIXO B TAKCOHOMWU I'PUBOB 181

30KUIKOCTHOI XpoMaTtorpacdun. HecmoTpst Ha co-
OOILIEHUST O TTOTCHLIMAIbHON MPOIYKTUBHOCTU JaH-
Horo noaxonaa (HarpuMmep, Shiosaki et al., 2001; Fra-
ga et al., 2008), ox He cran nonyiasipHbIM. OoHOM U3
CJIOKHOCTE! SIBJIIETCS M3MEHUYUBOCTb XKUPHOKUC-
JIOTHOT'O COCTaBa B 3aBUCHUMOCTHU OT YCJIOBUI1 KYyJb-
TUBUPOBAHUS M Bo3pacTa KyiabTyphl (Stahl, Klug,
1996). Ilpu cpaBHeHMHM pa3HBIX OMOXMMUYECKUX
IMOAXOI0B, HAIIpUMEP, HECKOJILKUX BUIOB p. Fusari-
um, JAHHBIA TOAXOH MOKa3ajl cebs He caMbIM WH-
¢GOpPMATUBHBIM B CpaBHEHUHM C aHAJIU3aMU NPOodUs
BTOPUYHBIX METaO0OJIUTOB M aMUHOKKCJIOTHOTO CO-
craBa (Zain, 2010).

Bonee ycrienrHoO MCHOMIB3YIOT MTPOTEOMHOE ITPO-
¢dunmpoBaHue, IPOBOASI CpaBHEHNE MUKPOOPTraHU3-
MOB MO OEJKOBBIM (PUHIEPIIPUHTAM C ITOMOIIbIO
MaTpUYHO-aKTUBUPOBAHHON  Ja3epHOl  JgecopO-
LIMM/VIOHU3ALIMU C BPeMSIITPOJIETHOI MacC-CIeKTPO-
metpueit (MALDI-TOF MS). JlaHHBIiI MeTOn
MPEIOCTABIISIET BO3MOXHOCTh MOJYYNUTh CITeUMUUI-
HbIe IS KOHKPETHOTO IITaMMa MacC-CHEKTPHI, YTO
CO37aeT OCHOBY JUISI €ro HCITOJb30BaHUSI B ILIEJSIX
UIEHTU(PUKALIMU M BHYTPUBUIOBOIO TUITMPOBAHUS
Mukpoopranu3dMoB (Aebersold, 2003; Domon, Ae-
bersold, 2006; Pinel et al., 2011). B kauecTBe mocro-
WHCTB METOJA OTMEUAIOT MIPOCTOTY IIperapaTUBHBIX
MpOLEayp, KPaTKOe BpeMsl aHaIM3a (HECKOIbKO MU~
HYT) U HeBbICOKYy10 cTtoumocTh (Dickinson et al.,
2004). ITpobaeMHBIM MOMEHTOM OCTAaeTCsI BOCIIPO-
U3BOAVMOCTh Pe3yJIbTATOB U, COOTBETCTBEHHO, MX
HaIeXXHOCTb. JIaHHBIN METOI MCTIOJIb3YeTCsI IPEUMY-
IIIECTBEHHO MEAVIMHCKUMU MuKojoramu (Ranque
etal., 2014), B oM yncine B Halueli crpaHe (EBcturae-
eBa u ap., 2015; Illapos u np., 2018), nast ugeHTUdU-
Kalli W30JIITOB KIMHUYECKUX MMUILEIUAIbHBIX U
IPOKEITOTOOHBIX TpOOB. MeTom ITO3BOJISIEeT 1aBaTh
MpaBWILHOE OIpelielIeHUe A0 YPOBHS BUAA MPUMEP-
Ho i 90% mzonsaTos (Putignani et al., 2011; Ranque
et al., 2014). EnmanaHbBIE paOOTHI KacaroTcs puTomna-
TOT€HHBIX MUKpPOMUILIETOB (Santos et al., 2010). [Iu-
POKOTro pacHpoCTpaHEHUS METOI He IOJIydaeT, TaK
Kak TpeOyeT co3maHus 6a3bl JaHHBIX CO CIIEKTpaMu
(OUOJIMOTEKN), YTO B OTHOIIEHUN HE KIMHUYECKUX
IrpUOOB CIIOXKHO CAEIaTh U3-3a UX OOJILIIIOIO BUAOBO-
ro pa3Hoo0pa3usl, a TakKXKe M3-3a TOro, YTO ITOKa He
JIOCTUTHYTa JOCTATOYHAsl HAeXKHOCTh 1 pa3pellaro-
Iasi CIIoCOOHOCTD. Tak, IIpu UCCAeIOBAHUU YEThIPEX
BUIOB p. Alternaria M30A5Tbl TOIHLKO OIHOTO BHUIA
0Ka3aJIoCh BO3MOXHBIM HaJEXHO WACHTU(MULIUPO-
BaTh (Brun et al., 2013).

K mporeoMHBIM MeTOoHaM, WMCHOJb3YEeMBIM JJIst
BHYTPUBUIOBOM Ay depeHINALIIN, TAKXKE OTHOCIT
MYJbTHJIOKYCHBIN 9H3UM-3JIeKTpodope3 (MDI). Ha
OCHOBAaHMM aHaju3a 3JIeKTPOPOpEeTUUECKOil I10-
JIBVKHOCTH aJUIO3UMOB MOXKHO He TOJIBKO OXapaKTe-
pu30BaTh (PEHOTUIT, HO U ClIeJIaThb MPEAIIOIOKEeHUE
00 O0COOEHHOCTSIX HacJedOBaHUSI ATUX IIPU3HAKOB.
MeTon MCHONBL30BAJICSI, HATIPUMED, IJIsl UACHTU(DU-
Kallud KIMHUYECKUX JIPOXKKEMOJOOHBIX TpHUOOB
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p. Candida (Caugant, Sandven, 1993; Rosa et al.,
2000).

ITpumepHo nosBeKa Ha3aa OJHUM U3 UHCTPYMEH-
TOB CUCTEMATMKU Y MOIYJISILUOHHON T€HETUKHU IPU-
0oB ctan uzohepMeHTHBIN aHanmu3 (Micales et al.,
1992). MeTtoa ocHOBaH Ha onpeaeacHUU (hepMeHTOB,
KOIWUPYEMBIX pa3HbIMU AJLJIENISIMU, TI0 3J1eKTpodope-
THUYECKOM MoaBMxXKHOCTU. TlosiBjieHre pa3HbIX (opMm
¢depMeHTa CBS3aHO C M3MEHEHUSIMU HYKJIEOTUIHOM
MOCJIeA0BATEILHOCTA B KOJAMPYIOIIEH 4YacTh COOT-
BeTCTBYIoIIero reHa. C MaccoBbIM BBEACHUEM B Jla-
0OpaTOpHYI0 MpPaKTUKY CEKBEHUPOBaHUSI U30dep-
MEHTHBIN aHau3 YyTpaTWil aKTyaJlbHOCTb KaK CpaB-
HUTEJbHO MAJIOMH(MOPMATUBHBIA.

IToMUMO CHMHTE3UPYEMBIX BEILLIECTB, TPUOLI MOTYT
OBITh TU(PEPEHIIMPOBAHBI IO TTOTPEOISIEMBIM MC-
TOYHUKAM YIJIEBOJOB. DTOT MPU3HAK ObLT UCITOIb30-
BaH mjist TakcoHomum Penicillium (Bridge, 1985) u
Colletotrichum (Waller et al., 1993; Prihastuti et al.,
2009). Hampumep, Bun C. kahawae MoXeT OBITh
UIEHTU(PULINPOBAH II0 HECIIOCOOHOCTU YCBauBaTh
COJIM JIMMOHHOW M BUHHOM KHUCJIOT, B OTJIUYHUE OT
npyrux BunoB Colletotrichum, nmapa3uTUPYIOLINX Ha
Kode.

LIBeT KoMOHMIT — cTaHIAPTHBINA NMPU3HAK, OOBIY-
HO KCITOJIb3yeMbIid KaK MOP(hOJIOTUYECKUIA, XOTSI B
TOI1 XXe Mepe ero MOXXKHO CUYUTATh M OMOXIMUYECKIIM.
KomoHnm HEKOTOpPBIX TPUOOB MMEIOT XapaKTSPHBIN
3arax, KOTOPbIii MOXET MOMOYb IpU UACHTUGhUKA-
muu. HanboJjtee n3BeCTHBIMU IIpUMepPaMU SIBJISIIOTCS
rpuobl p. Trichoderma n3 xnanwl 1. viride, KoTOpbIe
obJyiagaroT 3amaxoM Kokoca (Gams, Bissett, 2002), u
dpykToBEIil apomar Fusarium poae (Schmidt et al.,
2004). Bo MmHorux ciay4dasx BapruaOeIbHOCTh 3THUX
MPU3HAKOB OKAa3bIBAC€TCSI BBICOKOI, MO3TOMY IIE€H-
HOCTb UX HE JOJDKHA 3aBBIIIATHCS.

Jnga meneit moimdpasHONM CHUCTEMaTUKH MOTYT
OBITh MCIOJIL30BAHbI U (PU3UOJIOTUYECKIE ITapaMeT-
pbI, HECMOTpSI Ha YaCTO HAOII0IaEMYIO X BapUATUB-
HOCTbB OT IITaMMa K ItaMMy. OTHOCHUTEJIbHAsI CKO-
POCTB pOCTa B KYJIbTYpe OKa3ajaach MOJIE3HbIM KPUTE-
pueM, HarmpuMep, s g depeHIaly OTAeIbHBIX
BunoB Alternaria (Andersen et al., 2005), Aspergillus
(Samson, Varga, 2007) u Colletotrichum (Sutton,
1992; Prihastuti et al., 2009).

ITapazurmam. IlaToreHHOCTH, arpeCCUBHOCTb U
crieuMagu3anust — XapaKTepUCTUKU, KOTOPbIM, 0e3-
YCJIOBHO, BCETa YAENSIOT OOJbIIOe BHUMAaHUE MPU
pabote ¢ puromaTroreHHLIMU rpubamu. Panee cy6-
CTpaTHOE TIPOMCXOXIEHUE CUJIbHO MNepeoleHnBa-
JIoch. MHoOrue rpu6bl IMOJYYUIA BUIOBBIE SMTUTEThI
[0 Ha3BaHUSIM PACTCHUM, Ha KOTOPBHIX OHU OBbLIU
BIIEpBbIC OOHAPYXKEHBI M, COOTBETCTBEHHO, IIOAPa3y-
MEBaJIOCh, YTO TaKOE BUAOBOE Ha3BaHUE Ipuba JI0-
CTOBEPHO OTpaxKaeT CyOCTPaTHYIO NPUYPOYECHHOCTD.
BriocnenactBuu y cieliuajavcTOB, IIPOBOASIIINX UICH-
TU(PUKALINIO, MOACO3HATEILHO BO3HUKAN COOJa3H
cuuTaTh MH(POPMAIINIO O CyOCTpaTe KIIIOYEBOM 1 MO~
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cTaTogHOM mg muaeHTudmkanmu. Hampmmep, Bung
rpuba, OoOHapyXeHHBIIi Ha KapTodesae, MOr ObITbh
naeHTU(PULIMPOBAH Kak “X. solani”, ¢ I0JIOHN — KaK
“X. mali” (npu cyliecTBOBaHUU B poae “X” BUIOB C
9TUMU BIUTETaMU) 0€3 TIIATEeJHLHOTO aHaau3a MOp-
domorum. Takoe 3a0Ty>KIeHUE CTAJIO MPUYWHON TTO-
SIBJICHUS B JIMTEpaType, B TOM YHCIIE OTECYECTBEHHOM,
OOJIBIIIOTO KOJIWYECTBA HEBEPHBIX JAHHBIX I10 Teorpa-
¢y 1 3K010rMKu GUTONATOre HHBIX MUKPOMMUIIETOB.

TeMm He MeHee HeMaJIoe YKCJIO BUIOB, B MEPBYIO
ouepeab OMOTPOMHBIX, UMEET ACHMCTBUTEIILHO OTHO-
CUTEJIbHO Yy3Kylo crnenvanusanuoo. [TosTomy maro-
TeHHOCTh BOOOIIe M cHelUaan3alusi B 4aCTHOCTU
MOTYT OBbITh IPUTOAHBI IJIsl pa3rpaHUYeHUST OJIN3KO-
poacTBeHHBIX BUmoB. CyocTpaTHas ((puioreHeTnde-
CKasl) M1 OpraHoOTPOITHAsI CIeLAaIN3allii MOTYT OT-
paxaTh HadaIbHbIIA 3Tall IMBEPreHIIUM BUAOB. 3a4ua-
CTYIO Y HEKPOTPOMHEIX U TEMUONOTPOPHBIX TPUOOB
Takasl CIlelIMain3aius He SIBISIeTCSI OYEHb CTPOIOId.
IMosTOMY 3KCIIEPUMEHTHI TTO0 U3YYEHUIO MATOTEHHBIX
CBOICTB I'pHOOB JIOJKHBI CTABUTCS C OOJIBIIION aKKY-
PaTHOCTBIO.

Cnoco0HoCcTh K CKpemmBanuio. TecTUpoBaHUE
LITAMMOB Ha CIIOCOOHOCTb [JaBaTh I1OJOBOE IIOTOM-
CTBO TTOTEHIIMATBLHO MOTJIO ObI OBITH UIEATBHBIM LTSI
oIpefesIcHUsI TpaHUIl BUIOB B paMKax OMOJIOTHYEe-
ckoii KoHuenuuy. Ho mpakTuueckast LEeHHOCTb 3TO-
ro crnocoba AeJMMUTALlMM B MUKOJIOTMH, KakK yxke
YIIOMHWHAJIOCh, HU3Ka M3-3a TEXHUYECKOM CIIOKHO-
CTU BBIIIOJIHEHUsI 3TOM 3a4a4y WIM OTCYTCTBUSI CIIO-
COOHOCTH K ITOJIOBOMY Pa3MHOXKEHUIO B IIPUHIIUIIC.

Tenomunuueckue Npu3HAaAKu

JHK-mapkepsl. B HacTosiiiee BpeMst 1151 U3yde-
HUs1 OMopasHooOpa3usi WCHOJIb3YETCSI MHOXKECTBO
TeHEeTUYEeCKMX MapKepoB, OTIMYAIOIINXCS WMHQPOP-
MaTUBHOCTEIO. JJIsT X M3y4eHUST OTCYTCTBYET HEOO-
XOAVMMOCTh HAJIUYMS Y MCCeAoBaTelsl crenuduyde-
CKHUX HaBBIKOB, KOTOPHIMU OO0JIagalOT OIILITHEIC
knaccuueckue cucrtematnku. JHK-mapkepsr Moxk-
HO TIOIEJIUTh HAa MOHO- U MYJbTUJIOKYCHbBIE, HA UC-
cleayeMble C TOMOIIbIo 00T-ruopuan3auuu, I[P
u JHK-uumnoB (Xnéctkuna, 2013). IlomHblii nepe-
YeHb MOAXOI0B U METOJIOB TOCTATOYHO BEJIMK, UTOOBI
ero IepeyYnciIsiTh B JaHHOI cTaThbe. PaHee mirs mud-
¢depeHIIMalMy TAKCOHOB MUKPOOPTraHU3MOB, 15 Xa-
PaKTEPUCTUKU KOTOPBIX HEAOCTATOYHO MOP(OJIOTH -
YeCKM IIPU3HAKOB, IINPOKO MCIOIb30BAJI METOMIHI,
CTaBIIIME KJIACCUKO: MOIUMOP(U3IM IJIUH PECTPUK-
oHHbIX pparmeHTOB (RFLP), ciyvaitHo (mmpous-
BOJIBHO) aMIumdunupyemyto nojiuMmopdnyo JHK
(RAPD), nmoanuMophu3M MINH aMILIAPUIIMPOBaH-
Hbix ¢dparmeHToB (AFLP-PCR) u JHK-dwuHrep-
npuHTUHT. K HacTosIeMy MOMEHTY METOIUYECKUIA
apceHall ele 0oJjiee pacIIUpPUIICI M CTaJ0 OYEBUII-
HbIM, YTO MHOTME METOIbl XOPOIIO MOAXOASAT IJIsI
U3y4eHUsI BHYTPUBUIOBOIO pa3HOOOpa3us U IIOILy-
JIIHMOHHOM OMo0ruun, HO He 3((MEKTUBHBI IS 1ie-

JKYPHAJI OBLIEN BUOJIOTUU

Jeil cucreMaTuku. IJisT pasgesieHusT TaKCOHOB Ha
YpOBHE BUIOB B IIOCJIEJHUE TOABI He Oe3 ycriexa nmpu-
MeHs10T AFLP 1, HeckobKo pexe, Ipyrue MeTOIbI.
JlaHHbBIe, moJrydeHHBIe ¢ momonbio AFLP, MoryT He-
CTU (PUJIOTEHETUYECKUI CUTHAJT, HO TOJIBKO IPU aHa-
Jm3e O0amu3KopoacTBeHHbIX BUaoB (Bakkeren et al.,
2000; Koopman, 2005).

Hykaeomuonsie nocaedosamenvHocmu

Kak ynmomuHanocs Beile, i1 augdepeHIaum
BunoB rpuoos u JIHK-6apkoauHra HanboJee moIy-
JISIPHO CEKBEHUPOBAHME MEXICHHBIX CIIeiicepoB
ITS1 u ITS2 (Seifert, 2009; Schoch et al., 2012). bna-
rogapsi MyJbTUKOIMMUHHOCTA 3TOT Y4aCTOK JIETKO aM-
IUIMPUIIMPYETCS, a CPABHUTEIBLHO BHICOKAasl M3MEH-
YMBOCTb JI€JIAeT €ro LIEHHBIM 1 YIOOHBIM MCTOYHMU-
KoM mHdopMmalmu. HakorieHo MHOTO JaHHBIX IO
nocienoBateabHoCcTIM ITS-obnacteii reHoma rpu-
0OB, IEIMMOHMPOBAHHKBIX B 0a3e naHHBIX GenBank, yTo
MpeaoCTaBIIsIET OOraThlit MaTepura 1Jis CpaBHUTEIb-
HOT0 aHa/In3a U JAeJiacT HauboJiee IIpuBIeKaTEIbHbIM
CEeKBEHHUPOBaHUE 3TUX XK€ 00JiacTeil Y BCeX HOBBIX
00BEKTOB UccaeaoBaHuii. OqHAKO MPU UCIIOIb30Ba-
Huu p/IHK kak eqHCTBEHHOr0 UCTOYHUKA UJIOTe-
HeTUYeCKOil nH(GOpMAaLIUK IJISI TPUOOB, ITOJIy4YeHHBIE
dunoreHeTUYECKUE AEPEBhS YACTO HE UMEIOT 10CTa-
TOYHOTO pa3pelicHUsI, XapaKTepU3yloTCs HU3KOM
OyTCTpeI-noaAePKKOM MIM MTOJUTOMUEH, YTO OBLIO
MpoAaeMOHCTpUpoBaHo elle 6osee 20 et Hazan (Ber-
bee, 1996; Landvik et al., 1997; Silva-Hanlin, Hanlin,
1999). YoenurenbHO OBLIO ITOKA3aHO, YTO UCIOJIb30-
BaHUE OEJIOK-KOAUPYIOIIUX TEeHOB MOXKET Cylle-
CTBEHHO YBEJIMYUTh pa3pelleHue ¢GuioreHeTuye-
CKUX PEKOHCTPYKLUMH ISI TPUOOB M YCWINTD IIOJI-
JIEpXKKY TOIOJOTMU IJisi AEPEeBbEB, MOJYYEHHBIX C
ucnoab3zoBaHueM pAHK (Matheny et al., 2002; Ta-
nabe et al., 2004; Cai et al., 2009). I1o aT0ii mpuurHe
B HAcCToOf1Iee BpeMs HOPMAaJIbHOM ITPaKTUKON st
pacrno3HaBaHMsI BUIOB W MOMYJISLUI TpUOOB cUMTa-
€TCs MYJIbTUTE€HHBI (QUJIOTeHeTUUYECKUT aHau3,
WU MYJbTWIOKYCHOE CEKBEHMPOBaHME-TUIIMPOBA-
Hue (multilocus sequence typing, MLST) (Taylor,
Fisher, 2003). Hust psima takcoHoB ITS wau gpyrue
obomactn pAHK Temepr He cumMTalOTCI OCHOBHBIM
dunoreHetTnyeckuM MapkepoM (Hibbett et al., 2016),
a MCTIOJIb3YIOTCS TOJILKO B IIPEeIBAPUTEIbHBIX CCIIE-
JIOBAaHMUSX U I NPUOJIM3UTEIbHON WMIACHTU(PUKA-
LN,

JIF06OMBITHO 1 OYeHb BaXKHO, YTO MHOTIA, HAIIPU-
Mep, IJ1st TpuboB p. Fusarium (Schmidt et al., 2004),
caMbl€ YacTO UCIO0JIb3yeMble HAOOPbl MPHU3HAKOB —
deHoTUNIMYECKUE TIPU3HAKU U cUKBeHCHI [ TS-006m1a-
cTeil — oKa3aJiuCh HauMeHee KOHTPYIHTHBI OCTallb-
HBIM TUIIAM MapKepoB U abOCOJIOTHO HE COIJIACOBbBI-
BaJIUCh APYT ¢ apyroM (Tabi. 1). Ho B naHHOM citydae
Ha0op (peHOTUNUYECKUX IIPU3HAKOB OBLI HEOOJIb-
IIIMM U BKJIIOYaJ TOJBbKO XapaKTePUCTUKHU, KOTOPbIE
Ne 3
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Taomma 1. AHaIM3 COMIaCOBAaHHOCTU ASHOPOTrpaMM, IOJIYYECHHBIX C MCIIOJIb30BaHEM pa3HBIX HAOOPOB MaHHBIX IS
109 130JISITOB Tpex OJM3KOPOACTBEHHBIX BUNOB Fusarium (11o: Schmidt et al., 2004)

CrtereHb CXOMICTBA TOIOJIOTH IeHaporpamMm, %
Ha6ops! npu3HakoB
Bce nipusHaku AFLP Tub Tef IGS Xpom. ITS
AFLP 74
Tub 63 56
Tef 74 60 |IENOGREN
IGS 68 52 88 78
Xpowm. 56 47 73 48 64
ITS 14 34 55 23 43 38
DeHotun 57 1 16 29 14 8 0

IIpumeuyanue. AFLP — AFLP-bunrepnpunTsl, Bkiatovatomme 20 ¢pparmenTos. Tub, Tef, IGS u ITS — cukBeHchl reHOB OeTa-TyOyJIMHA
U ¢hakTopa 37a0Hrauuu TpaHcisiuu 1-anbda, IGS u ITS-o6macreit pubocomanbHoit JIJHK cooTBeTcTBeHHO. XpOM. — METaOOJIMTHBIC
npodwin, BKiIoyamlime 18 BTopuaHbIX METa00IUTOB, OIlpeneieHHbIX MeTomaMu BO2KX 1 razoBoii xpoMaTorpaduu ¢ Macc-CneKTpo-
MeTpudeckuM aetektrpoBaHueM (I'X-MC). @eHoTrn — BoceMb Ka4eCTBEHHBIX OMHAPHBIX IPU3HAKOB ((hopMa MUKPOKOHUMIWA, Ha-
JInYue,/OTCYyTCTBUE MAaKPOKOHUINM, MOHOGUATUI, XJIAMUAOCIIOP, MYYHUCTBIX KOJIOHMIA, OBICTPOrO pOCTa KOJIOHMIA, BHICOKOTO BO3-

JyLIIHOTO MULIEIUS U (PpyKTOBOTO 3araxa).

MoOIJIM OBbITh 3aUKcUpoBaHbl B OMHapHOI (opme
(t/-).

Emre omHoiT BaxkHON mMpoOiaeMoii IBISIETCS TIPH-
cyrctBue B GenBank HeKOTOpoOii MO CUKBEHCOB
HEeBEPHO MACHTU(MUIMPOBAHHBLIX BUAOB. DTO Kaca-
€TCsI JIIOOBIX YYaCTKOB T€HOMa, HO B IIEPBYIO OUYepelb
HaunOosee nonynasapHbix ITS-obmacreit, KoTopelie ce-
KBEHUPYIOTCSI OTPOMHBIM KOJIMYECTBOM KOJUIEKTH-
BOB € pa3Hoii kBaiudukauuei. s oTaeabHbIX TaK-
COHOMMYECKHMX I'PYIIIT IIPOLICHT OIIMOOYHO STUKETH -
POBaHHBIX IOCJIENOBATEIBHOCTE MOXET OBITh OUYEHb
oomemmM. Harmpumep, mo Muenwmio Llas m coaBTopoB
(Cai et al., 2009) 60abIIMHCTBO CUKBEeHCOB p. Colle-
totrichum npuHanjexXaT HEBEPHO OIIpeIcIeHHBIM B1-
naM. [ToaTomy B JIIOOBIX TAKCOHOMHUYECKUX W (PUTTIO-
TeHETUYECKUX MCCISHOBAHUSIX IIPEAITIOUYTUTEIHLHO
HCIIOJIb30BaTh CUKBEHCHI 3TAJIOHHBIX (KeJIaTeJIbHO
ex-type) mrammoB, a ITS-o6nactu npu uneHTUDU-
KallMU ITOCPEACTBOM CpaBHEHMS ¢ CUKBeHcaMu ['eH-
0aHKa B HOpME IIPUTOOHEL IJIsl OIIpeeICHUSI poja 1
JIMIIb IIpeaBapuTeabHoro omnpenciaeHus Buma (Hib-
bett et al., 2016).

3AK/IIOYEHHME

OueBuaHO, B OJIMKaiilllee BpeMsl HauboJiee BOC-
TpeOOBaHHOM KOHIENIUEH BIIA y TPMOOB OCTaHETCSI
aBoJIIOIIMOHHAsI. Mcnoib30BaHMEe MYJIBTUIIOKYCHOTO
CEKBEHUPOBAHUSI B CBSI3KE C (PUIOreHeTUYECKUM
aHaJIM30M TEXHUYECKU Hanbosiee yIoOHO U METOI0-
JIOTMYECKHU ONpaBIaHO MJISI OTIpeIeACHUS TPaHULL BU-
JIOB B paMKaXx yrnoMsiHyToit koHuemnuuu. Ckopee Bce-
ro, B CpeOAHECPOUYHOI MEePCIEKTUBE aHAIN3 OTIACIIb-
HBIX HYKJICOTUIHBIX IIOCJIECIOBAaTEIbHOCTEN OymeT
BBITECHEH ITOJTHOTEHOMHBIM CeKBEHUpOBaHUEM. JIist
MOJHOLIEHHOTO MCITOJIb30BaHUS IIOCIEIHEro Heoo-
XOIVMMO 3HAYUTEIbHO OoJjiee meTajJbHOE IO CpaBHE-
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HUIO C TeM, YTO CYILECTBYET ceiiuac, IpeacTaBIeHue
O CTPYKType U 3BOJIIOIIMY TeHOMa T'pUOOB: TTOHUMA-
HHE COCTaBa KOPOBOI'O I'¢eHOMa M €ro BapMaTHUBHOM
4yacTu, MPEACTaBICHUE O CKOPOCTU U3MEHEHUS pa3-
HBIX YacTeil reHoOMa U O TPaHUILIE BHYTPU- U MEKBU-
JIOBOTO IToJiIMMopdu3Ma I10 IIPU3HAKaM, CBI3aHHBIM
CO CTPYKTYpOIii reHoMa.

HanGonee moaxonsiuuii MHCTPYMEHT IJIST JNEJIU-
MUTAIU GUIOBUOOB — (PMJIOTEHETUYECKOE PaCIo-
3HaBaHUE C TPUMEHEHUEM METOJO0B HAIOXEHUS Te-
HeaJIoTUil M KOaJleCUEHIIVU, TTOCKOJIbKY MOCIEIHIE
MMEIOT OTHOCUTEIBHO YETKHE TIpaBUIa 1 MaTeMaTH-
YeCKU anmnapar IJisi mpoBeneHust hopMabHOM MPo-
Heaypbl. OMHAaKO JajleKo He Bcerma (puiioreHeThde-
CKO€ pacIio3HaBaHUe JaeT YAOBIETBOPUTEIbHBIN pe-
3yabTar. Hampumep, mpu HeGONBIIOM KOJUYECTBE
CEKBEHMPOBAHHBIX TEHOB WJIM IIPU aHAIN3¢ HETABHO
IUBEPTUPOBABIINX BUIOB. IMEHHO B 3THUX CIy4asix
1eiecoo0pa3Ho MpUMeEHeHre ToJM(a3HOro Moaxo-
na. Kpome Toro, monvdasHbIii Toaxoa NpUroacH st
¢dopMUpPOBAHUSI TAKCOHOMWYECKUX TUIIOTE3, KOTO-
pble OyayT MpOBEpeHbl (DUTOTEHETUYECKUMU METO-
JaMU, 1 OMUPAsICh Ha KOTOPHIE, MOTYT OBITh ClIeIaHbI
MOIXOISIINE BEIOOPKM IITAMMOB (00pa3IiioB).

B oTmenbHBIX Citydasx MmojaudasHbIid MOIX0H MO-
JKET OKas3aTbCs MPOAYKTUBHBIM IS TAKCOHOMMYE-
CKUX MCCJIEIOBAaHUII Ha YPOBHE poja, HO 3TO ITOTpe-
OyeT MCHOJIb30BaHUS HECKOJIBLKO WHOTO CIEKTpa
MPU3HAKOB.

IMomdasHbIil TOOX0M MOXKET 3aHSITh CBOE MECTO
M B IIpakTuKe naeHTudukanmuu. Ectb ocHOBaHMS Ha-
JesIThCSI, UTO OYAyT HalieHbl MPU3HAKU U TEXHOJO-
Ty, KOTOpBIE IT03BOJISIT IIPOBOIUTHL ONpeaesIcHUE
BUIIOB OBICTpEE U AEIIEBJIE II0 CPAaBHEHMIO C CEKBeE-
HupoBaHueM JIHK niu KoTopsie mocaykaTt XOTs Obl
XOPOIIMM JOMOJHEHUEM K ONpee/ICHUIO TeHeTUIe-
ckoro 6apkona. Ho misg 3Toro HeoOXoaIMMO TTPOaO0II-
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JKeHMe MacIITaOHOI CKpYNyJIe3HOI padOTHI IO IO~
0opy MH(POPMATUBHBIX, HAAEXKHBIX U YIOOHBIX ITPU-
3HAKOB, KOTOpHIC T€HETUYECKM 3aKperjieHbl U He
CBSI3aHBI C OHTOT€HETUIECKOM, MOAU(PUKAITUOHHOM
1 KOMOMHATUBHOI N3MeHYnBOCThIO. IlInpokomy nc-
MMOJIb30BaHMUIO XpoMaTorpamyecKnMXx U MacC-CIeK-
TPOMETPUIECKIX METOIOB B MUKOJIOTMYECKOIl CH-
CcTeMaTUKe TIPEISITCTBYET B MEPBYIO OYepelb BHICO-
KW  ypOBEHb BHYTPUBUOOBBLIX  (IIITAMMOBBIX)
OTJINYUIA, CHJIbHOE BJIUSTHUE CPEIbl U HEAOCTATOYHAS
U3YYEeHHOCTh 3Toro BiusHuUs. Kiaccuueckue mop-
doJiormyeckre NpU3HAKM B 3TOM IUIAHE OCTAIOTCS
MO-TIPEKHEMY BeCbMa BOCTPeOOBAHHBIMM, HECMOTPSI
Ha HEIOCTaTOYHO OOBEKTUBHOE OTpPaKE€HHE HMMU
SBOJIIOLIMOHHBIX COOBITUIA.

B mo60M ciydyae MOXXHO COTJIACUTBCS C TEM MHE-
HueM (JIyxtanos, 2019), yto mist mpaBUIbHOI MHTEP-
MpeTaLN JaHHBIX JTF0O0Tr0 copTa U MPUHSITUS 000C-
HOBAaHHOTO TaKCOHOMHYECKOTO pelleHus, KaK |
paHblIlle, HEOOXONUM TPAKTUKYIOIIWN CUCTEMAaTUK,
XOPOIIIO 3HAIOIIUIA CBOIO TPYMITY.

Pabora BeimonHeHa 1pu noaaepxke Poccuiicko-
ro HaygHoro ¢oHma (rmpoekt PH® Ne 14-26-00067).
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Polyphasic approach in fungal taxonomy

Ph. B. Gannibal*

All-Russian Institute of Plant Protection
Podbelskogo, 3, Saint Petersburg, 196608 Russia

*e-mail: fgannibal @vizr.spb.ru

Taxonomy of micromycetes continuously experienced a number of specific difficulties. Advances in molec-
ular phylogeny were an important achievement for fungal taxonomy during the last two decades. Usage of
multilocus sequencing in combination with phylogenetic analysis is technically convenient and methodolog-
ically reasonable for species delimitation. They work within the frames of evolutionary species concept which
is the most popular in mycology now and obviously will save popularity in the nearest future. The most proper
tool to define species boundaries is phylogenetic species recognition. However, this well-developed approach
sometimes gives no opportunity to clearly recover biodiversity structure and then perform easy taxa identifi-
cation. Arising in the 1970th in bacteriology, polyphasic taxonomy became in 2000th fairly popular in mycol-
ogy. Nowadays it is comprehended as consensus taxonomy performing definition of taxa extension based on
comparative analysis of all available characters. This approach is not absolutely new. Similar concepts have
been utilized in mycology and other biological disciplines earlier. In the article we review the modern practice
of polyphasic approach application in the mycology. A special part of the review is dedicated to diversity of
features available for a mycologist and to appropriateness of their usage in taxonomy in particular within the
scope of the polyphasic approach. This approach is reasonable to apply when phylogenetic recognition gives
no satisfactory results, for instance, in case of insufficient number of sequenced loci or in case of analysis of
recently diverged species. Furthermore, polyphasic approach is proper for making the taxonomic hypotheses
to test them with phylogenetic methods and to create appropriate sample strain sets.
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DddekTruBHOCTL nepenauyn (HU3UOJOTMYECKU LIEHHBIX BEIIECTB, BKIIOYAIOUIMX IMOJMHEHACHILLIEHHbIE
xxupHbie Kuciotsl (ITHXKK), azot 1 hocdop, or pUTOIIIaHKTOHA K 300TUIAHKTOHY BakHa TSI PYHKIIMO-
HUPOBaHUS TMPECHOBOIHBIX 3KocucTeM. [IBycTBOpUaThiii MoJuTtock Dreissena polymorpha MOXeT cyliie-
CTBEHHO BJIMSITh Ha YHKIIMOHMPOBAHUE TNIAHKTOHHBIX co0o01IecTB. OmHaKo paboT 1o olieHKe 3 hEeKTUB-
HOCTHU nepefayr (GU3MOJOTMYECKU LIEHHBIX BEIIEeCTB OT (DUTOIUIAHKTOHA K 300IJIAHKTOHY T0J BO3Ieii-
CTBHEM ApPENCCEHBI 10 CHX TTOp He MPOBOAMIOCh. Llenbio paboThl ObLIO OLIEHUTh BIUSIHUE IpeiicCeHbI Ha
3¢ heKTUBHOCTH IepeHOCca YIJIepoaa, SKMPHBIX KUCJIOT, a30Ta U pochopa oT GUTOILIAHKTOHA K 300IUIaHK-
TOHY. B aKkcneprMeHTaIbHBIX ME30KOCMaX, HAITOJHEHHBIX BOJOH M3 Me30TpOo(dHOro o3epa ¢ comepxka-
IIUMCSI B Hell (UTO- U 300IJIAHKTOHOM, Mbl MaHUMYAUPOBaiu (haKTOPOM IPUCYTCTBUS/OTCYTCTBUS
nIpeiicceHbl. YCTaHOBJIEHO, YTO ApeiicceHa yMeHbIana 3pdeKTUBHOCTD epeHoca yriepona, [THXKK, azo-
Ta u pochopa oT PUTOILUIAHKTOHA K 300ILUIAHKTOHY, ITOHMXKAsl TAKMM 00pa3oM KayeCTBO 300ILIAHKTOHA
KakK pecypca IiJisl BBILLIECTOSIIIUX Tpouuecknx ypoBHeii. OMHAKO B 300IIJIAHKTOHE YBEJIMYMBAIOCH COIEP-
JKaHMe YKa3aHHbBIX BEIIECTB OTHOCUTEIbHO UX COJEPKaHUS B MOTPEOIIsIEMbIX pecypcax. DTo MO3BOJISIET OT-
4acTU MPOTHUBOIEHCTBOBAThL HEFATUBHOMY BJIMSIHUIO APEMCCEHBl Ha Ka4yeCTBO 300IJIAHKTOHA KaK OMOJI0-
TMYecKoro pecypca.

DOI: 10.31857/S0044459621030052

DhHeKTUBHOCTh Nepeaadyy BelllecTBa U SHEPIruun
OT (PUTOIUIAHKTOHA K 300IUIAHKTOHY BO MHOIOM
omnpenelisieT (QYHKIMOHUPOBAaHUE IIPECHOBOMTHBIX
akocucteM. IIpuHsaTO cunuTaTh, YTO 3(PPHEKTUBHOCTH
nepegadyr yriaepona Ha CIeOyIINil TpodudecKuit
ypoBeHb coctaBisteT 10% (Lindeman, 1942). OgHako
3¢ dEeKTUBHOCTD TTepeadyu yriiepona oT (hUTOIUIaHK-
TOHA K 300IJIAaHKTOHY CUJIBHO BapbUpPYeT B 3aBUCHMO-
ctu oT dakTopoB cpeabl. Hampumep, B 3BTpO(HBIX
BOJOEMaX OHAa HITDKE, YeM B OJIMTOTPOMHBIX (5—7% n
30% cootBercTBeHHO) (Lacroix, 1999).

188

ITomumo yraepoma (C), oT (UTOIIAHKTOHA K
300IUIAaHKTOHY TIepenaloTcsi W Apyrvue BelllecTBa,
UMeIollIMe pPa3inyHylo (HU3UOJIOTUYECKYIO 1IEeH-
HOCTb, K HUM oTHOcsITCcs a30T (N), ocdop (P) u mo-
JIMHEHACHIIIeHHBIe XupHble KuciaoTel (ITHXKK),
BKJIIOYasl 3iiko3areHTaeHOBYyI0 kuciaoTy (DIIK) u
Jnoko3arekcaeHoBy1o kucioty (AI'K). Ecnu yriepon
BBITIOJIHSIET JHEPreTUYeCcKyld U  CTPOUTEJIbHYIO
GYHKIIMH, TO a30T U pochop BIUIIOT HA CUHTE3 JIN-
MUI0B, TPOTEMHOB Y HYKJIEUHOBBIX KUCJIOT y BOJI-
HBIX Oecrmo3BoHOYHEIX (Wagner et al., 2015). Hemo-
cratok DIIK n AI'K mpuBoIUT K CHIDKEHUIO CKOPO-
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CTM COMAaTHMYECKOIO pOCTa, PEMPOAYKIIMOHHOTO
MOTeHIMala U BBKMBAEMOCTH XXUBOTHBIX, a TAaKXKe K
cokpaneHuto ux nponykuuu (Loladze et al., 2000;
Frost et al., 2005). Ykazanusie [THXKK sBstiorcs He-
3aMEHUMBIMU, TaK KaK HE CUHTE3UPYIOTCS JKUBOTHbBI-
MU de novo, a CO3IaIOTCS PSIIOM MUKPOBOIOPOCHE
(Brett, Miiller-Navarra, 1997). Henoctatoxk ITHKK B
MUIIE PEIO CITOCOOCTBYET Pa3BUTHIO TTATOJIOTHI B pa-
00Te BHYTPEHHUX OPTaHOB, CHUXEHUIO PeNpOdyK-
TUBHOTO TMOTEHUMATa U YBEJIUYEHUIO CMEPTHOCTHU
(Sargent et al., 2002; Glencross, 2009). Takum o6pa-
30M, addekTuBHOCTL Tiepenaun ITTHXKK, azota u
docdopa oT pUTOILIAHKTOHA K 300TJIIAHKTOHY OITpe-
JIeJISIeT COCTOSIHUE BBILIECTOSIIIUX TPODUUECKUX
YPOBHEH.

CopepxaHue paccMaTpUBaeMbIX BeIeCTB B (U-
TOIUIAHKTOHE M 300IUIAHKTOHE — 3TO IT0Ka3aTesIb UX
LIEHHOCTHU KakK pecypca IJis MOCIEAYIOIINX 3BEHbEB
nmuieBoii cetu. OO0I1Iee UX coaepKaHNe B IMIJIAHKTOH-
HEIX COOOIIIECTBAX 3aBMCUT OT BUIAOBOM CTPYKTYPHI
coobmectBa. HammpuMep, B 1IMaHOOAKTEPUSIX COOCP-
>kaHue ITH2KK kpaifHe Hu3Koe, Toraa Kak B IMaToOMO-
BBIX, KPUIITO(PUTOBEIX Y TMHO(PUTOBBIX BOTOPOCIISIX,
HaobopoT, Beicokoe (Miiller-Navarra, 1995; Gulati,
DeMott, 1997). ITockoJbKy 300IIJIAHKTOH MOTPEOJISIET
HE BECh CIIEKTpP ITMIIEBLIX YAaCTULI, Ha BBICIINE TPO-
¢uryeckre ypoOBHHU IIEPEXONUT JIUIIIb YACTh COJIepKa-
IIUXCS B BOAOPOCSX (DU3UOJIOTUYECKH LISHHBIX Be-
mectB. Hampumep, pakooOpa3Hble-(UIbTPATOPHI,
COCTaBJISIOIINE OCHOBY 300ILUIAHKTOHA IPECHOBOI-
HBIX BOJIOEMOB, MOTPEOJSIOT YaCTUIIBI pa3MepOM
MeHnbire 30 mxM (Sommer U., Sommer F., 2006).
KpomMe Toro, BumoBasi CTpyKTypa 300ILIAHKTOHA
BIMsIeT 1 Ha obiiee coaepxanue ITHXKK u ouoreH-
HEIX BEIIECTB B 300IUIAHKTOHE. TakK, BETBHUCTOYCHIC
pakooOpa3Hble XapaKTEpHU3YIOTCSI 0ojiee BBICOKMM
coaepxanueM DITK u pocdopa, Torma Kak BECJIOHO-
rrve pakooopa3Hblie 00JIamaioT 00JIee BEICOKUM CONEP-
xanueMm JII'K u azora (Elser, Urabe, 1999; Sterner,
Elser, 2002)

OmauM u3 (GaKTOpPOB, OKAa3BIBAIOIIMX CHJIBHOE
BO3JIEMCTBUE Ha CTPYKTYPY (PUTO- M 300TJIAHKTOH-
HBIX COOOILIECTB, SIBIISIETCS IIPUCYTCTBUE IBYCTBOP-
yatoro MoJjuntocka Dreissena polymorpha (Pallas,
1771). HpelicceHa MOXET U30MpaTeJbHO BJIMSITH Ha
OTIEJIbHbIE TAKCOHOMUYECKIME TPYIbl (PUTOIIaHK-
TOHA 3a cueT (puabTpallMoHHON akTUBHOCTU (Baker
et al., 1998; Karatayev et al., 2002), a Takke 3a cyeT
BhIACIeHUSI OMoreHHbIX BemecTB (Wilson, 2003; Wo-
jtal-Frankiewicz, Frankiewicz, 2011; Sarnelle et al.,
2012). B pe3ynbrate BblAeNeHUs a3oTta U pochopa B
BOOy OpeiicCeHOol, M30MpaTeIbHOrO BEHICTAHUS €10
MEJIKMX TIJIAHKTOHHBIX BOOOPOCIIE BOo3pacTaeT Ouo-
Macca KpPYyMHOKJIETOYHBIX BUIOB 3€JEHBIX BOAOPOC-
JIeii, TPYAHOIOCTYITHBIX JIJIsI IIOTPEOICHSI 300IUIaHK-
toHoM (Davies, Hecky, 2005; Dzialowski, Jessie, 2009;
Wojtal-Frankiewicz, Frankiewicz, 2011; Feneva et al.,
2020). INokazaHO TakKe, 4TO ApeiicceHa M30Mpa-
TEJABHO ITOTPEOIIET MUIIEBBIE YaCTUIILI, OOOTalIeH-
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aeie DIIK, B pe3ynprare 4yero cHMXKaeTcs ITUIIeBast
LIECHHOCTh puToILuiaHkToHa (Makhutova et al., 2013).
Kpome Toro, nmpeiicceHa BiMsIeT Ha TaKCOHOMMYE-
CKYIO CTPYKTYpY 300IJIaHKTOHA. Hammpumep, B mpu-
CYTCTBUU JpeicCceHbl B COCTaBe 300ILUIAHKTOHA yBe-
JinuuBaeTcsl noJsi KpynHbix gagHuit (Feniova et al.,
2015). MBI mpeanmonaraeM, 4TO IOpeiicceHa MOXKET
OKa3pIBaTh CWJIbHOE BIUSIHME Ha 3(PPEKTUBHOCTH
nepenadr (PU3NOJTOrMYSCKY LIEHHBIX BEIIECTB OT (D1~
TOIUIAHKTOHA K 300IUIAaHKTOHY.

HpeiicceHa MOXET OKa3bIBaTh MO3UTUBHOE BIIMSI-
HUE Ha IIPECHOBOIHBIC BOLOE€MBbI. Bo-mepBBIX, OHA
YBEJMYMBAET IIPO3PavyHOCTh BOJBI, OT(UIBTPOBBIBASI
MeJIKre TuineBble yacTtulbl (Zhu et al., 2006). Bo-
BTOPBIX, ApeiicceHa CITOCOOHA YMEHBIIIAaTh OMMOMaccy
¢uroruiankroHa (Vanni, 2002; Conroy, Culver,
2005), B 4aCTHOCTHU, MOXKET CHMXATh KOJHYECTBO
LaHOOAKTEpUIi, B TOM YMCJIE U TOKCUYHBIX (Smith
etal., 1998; Caxaposa u 1p., 2018). OgHako ecTb 1aH-
HEIE, CBUIETEIbCTBYIOIINE O HETaTUBHOM BIIMSIHUU
JIpeiicceHbl Ha MPECHOBOIHBIE 3KOCHUCTEMBbI. Takoe
BJIUSTHUE CBSI3aHO C YBeJMYEHUEM KOHILIEHTpalLuU
OMOTreHHBIX 3JICMEHTOB B pe3yJIbTaTe UX ITOBBIIICH-
HOM sKcKkpenun Mmoiunrockamu (Vanderploeg et al.,
2017), BciaeocTBHE 4Yero yBeJMUMBaeTCs OuomMacca
duTomnaHKTOHa, BKIOYas ImaHoOakrepum (Ma-
karewicz et al., 1999; Pillsbury et al., 2002). Takue
MPOTUBOPeYrBbIe 3(P(DEKTHI, BEI3bIBAEMbIC BCEJICHU -
€M JIpeiicCeHbl, MCCIIEIOBATEIN CBSI3bIBAIOT C TPO(pU-
YeCKHMM CTaTyCOM BOAOeMa M KOHIIEHTpauuei doc-
¢opa B Boae. Hanmpumep, 1mokazaHo, 4TO B 93BTPOGHBIX
YCIIOBMSIX ApeiicceHa MOXeT IIOAaB/ISATh pa3sBUTHE
MaHOOAKTepMii, a B YCIOBUSIX MEHBIIEH TPO(hHO-
CTH, HA00OPOT, CTUMYIUPOBaTh UX pa3Butue (Rai-
kow et al., 2004). B akcriepuMeHTaIbHbBIX YCIOBUIX
(Sarnelle et al., 2005) 6611 OTMEYEH POCT OMOMACCHI
1IMaHOOaKTepUuil MpU HU3KUX KOHLEHTpaLUsIX (oc-
¢opa B Bome M €ro CHIKEHHE IIPA MOBBHILIEHHOM
¢dochopHoit Harpy3ke B HNPUCYTCTBUU HAPEHCCEHEL.
BnusitHue apeiicceHbl Ha TTIOTOKM BelleCTBA U HEP-
T B IIPECHOBOIHBIX 9KOCHUCTEMAaX NPaKTUIECKHU HE
ncciaenoBaHo. OcoOblii MHTEpeC K ApeiicceHe Kak
daxkropy, BIUSIONIEMY Ha TJAHKTOHHBIE COOOIIE-
CTBa, CBSI3aH C TEM, YTO OHA aKTUBHO PaCIIPOCTPaHSI-
€TCsI IO BOoJOoeMaM M BHECEHA B PEeCTp BaKHEMIIIMX
WHBa3uBHBIX BUAOB Mupa u Poccum (Camble omac-
HblE..., 2018).

Lenbio pabOTHI OBLIO OLIEHUTH BIIMSIHUE Apeiicce-
HbI Ha 3(p(PEeKTUBHOCTD IIepeHoca yriiepoaa, OOIInX
xkupHbIX kuciaot (KK), ITHXKK (3I1K u AI'K), azo-
Ta 1 ¢pocdopa oT GUTOIUIAHKTOHA K 300IUIaHKTOHY B
ME30TPOMHBIX YCIOBUSX. JIJISI 3TOr0 B 9KCHEPUMEH-
TaJIbHBIX ME30KOCMAaX, HAIIOJIHEHHBIX BOJIOUN U3 Me-
30TPO(PHOTO 03¢epa ¢ coaepKaluMcs B Heil (puto- u
300IUIAHKTOHOM, Mbl MaHMITYJIUPOBaIU (HakKTOPOM
MIPUCYTCTBUS/OTCYTCTBUSI ApeiicceHbl. MBI Ipearo-
Jlaraju, 4To apelicceHa IMpUBEAET K YBEJINUYSHUIO 101U
TPYIHOAOCTYIHBIX [JisI 300ILUIAHKTOHA KPYITHOKIIE-
TOYHBIX BOJOpOCIIeil U, KaK CICACTBUE 3TOTO, K CHU-
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XKeHNIo 3(PPEeKTUBHOCTH ITlepemadyn (QU3MOI0TrmIe-
CKY LIEHHBIX BEIIECTB.

MATEPUAJIBI U METO/ bl

OnbITH MPOBOAWJIM B TJIACTUKOBBIX aKBapuyMax
o6bsemMoM 300 11 (0.94 % 0.64 x 0.50 M), 3aITOTHEHHBIX
coaepxXKaiieil eCTeCTBeHHBIN (PUTOITUIAHKTOH M 300-
IJIAHKTOH BOAOM 13 Me30TpodHOro 03. Maity (CeBe-
po-Bocrounast [Monbia, mromans — 163.5 ra, Makcu-
MaJlbHas TIyouHa — 16.4 M, cpenHsis riryonHa — 6 M)
(Gliwicz et al., 1981). ITpogoTKUTETBHOCTh IKCIIE-
pumeHTa cocTapisuia 30 cyT. [1IpoGEI Opajiu B IIEpBHIii
n 30-i1 mau onbITa. B cepennHe sKceprMeHTa TIPO-
OBl HE OTOUpAJIN, YTOOBI HE HAPYIIIUTh X0 IKCIIepHr-
MEHTa U3BSITUEM OOJIbIIIMX OOBEMOB BOJbI C TIJIAHK-
TOHOM. DKCEPUMEHT BKJIIOUAJI IBa BAprMaHTa — BOJa
C €CTeCTBEHHBIM (PUTOIJIAHKTOHOM U 300ILJIAHKTO-
HoM (K) u Boza c ectecTBEHHbIM (PUTOTIJIAHKTOHOM U
300IUIAaHKTOHOM C A00aBJI€HMEM MOJLIIOCKOB (M).
B akcriepuMeHTabHbIE  aKBapuUyMbl — OMeEIIAIU
npeiicceny B Konmdectse 250 r/M2, 4TO COOTBETCTBO-
Bajio npuMepHO 200 3K3. Ha ME30KOCM (TaKasl IIOT-
HOCTb MOJUIIOCKOB xapakTepHa sl o3ep [lonbiiu;
Sinicyna, Zdanowski, 2007). Kaxaplit BapyaHT OIbI-
Ta COCTOSLI U3 TPEX MOBTOPHOCTEIA.

Konuenrpanuio xjiopoduiia (Mr/1) onpeaeisuin
CceKTpo(OTOMETPUYECKUM METOAOM C ITOMOUIbIO
cnektpodotomeTpa FluoroProbe (BBE-Moldaenke,
I'epmanust). buomaccy (pUTOILUIAHKTOHA, BbIpaXKeH-
HyI0 B enuHMLax yriaepoaa (mr C/i1), pacCUNTHIBAIN
M0 KOHILIEHTpALIMK XJI0pOo(dUIJIa ¢ UCTIOIb30BaHUEM
Ko3dPuIMeHTa, IpemioxkeHHoro Slkoou u 3oxapu
(Yacobi, Zohary, 2010). ®UTOIUIaHKTOH OTOUPAIIN C
TOMOIIBIO OTHOJIUTPOBOIO CTaKaHa, TIIATEIbHO Te-
pemelunBas BogHyto ToJiy. [TpoGbl KOHLIEHTPUPO-
Baju ocanodHbIM MeTonoM (KysemuH, 1975) u ¢puk-
CHPOBaJIM pPacTBOpOM YTepMessl ¢ J100aBJIEHUEM
dopmanuHa. UneHTudukalmmo, U3MepeHue u ydyer
KJIETOK BOAOPOCJEN OCYIIECTBISUIM MOJA CBETOBBIM
MmukpockorioM (NikonOptiphot 2). buomaccy ¢urto-
IUTAaHKTOHA (MTI/J) pacCUMTHIBAINA C IIOMOIIBIO CUET-
Ho-00BbeMHOro Metona (Mikheeva, 1989). Bonopociau
pas3nelsiii Ha TpU pa3MepHblie ¢ppakuun: <30, 30—80
u >80 MxM. ITepBUUHYIO TPOAYKIINIO (PUTOILUIAHKTO-
Ha (Mr C/11 X cyT) omnpeaensii MeTOOOM ITOIMXpoMa-
TUYECKOI TUYypOH-UHIYLIUPOBAHHOU (hilyopeceHIMn
(DCMU-fluorescence) ¢ moMoupio (hayopuMeTpa
FluoroProbe (Gaevsky et al., 2000). IlepBuuHyro
MPOAYKINIO (DUTOIUIAHKTOHA Pa3HBIX pa3MepHbIX
dpakuuii pacCUUTHIBAIN MO MPOIIOPLIUU, UCXOMAS U3
BKJIa/ia BOJOpOCieit pa3HbIX pa3MeEPOB B 001110 61O~
Maccy M 3Ha4YeHUI obleit mepBUYHON MPOIYKIIMKN
Bcero (hbUTOIIaHKTOHA.

IIpo6sI 300IUTaHKTOHA OTOMpAIU 2.6-JIMTPOBBIM
6atoMeTpoM U (UKCUpPOBIM 4%-HBIM PACTBOPOM
dopManpaeruaa. 300IJIaHKTOH OIPeaesIsuIv 10 BUAA.
ChIpoii BeC 300IUIAaHKTOHA (MTI/J1) OLIEHWBAJIM, MC-
TTOJIb3YsI 3aBUCUMOCTHU MacCChl 0c0o0€it TNTAaHKTOHHBIX
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pakoobOpa3HbIX OT ux cpenHei miuHbl (Btedzki, Ry-
bak, 2016). Ilepecyer GuoMacchl 300IJIaHKTOHA Ha
eauHuly yriepona (Mr C/i1) ocylIeCTBISIU C TTIOMO-
b0 KooddduimneHTa, npemioxeHHoro A.@. Anu-
MoBBIM (1989), koTophlii paBeH 1/2.3. Jlnst pacyera
BTOPUYHO mpoayKuuu (Mr C/i1 X CyT) UCIIOJIb30Ba-
I perpeccruoHHbIe Moaenu CtokBeuta 1 MoxaHcco-
Ha (Stockwell, Johannsson, 1997).

Hnsa aHanuza copepxkaHust odomux KK, DIIK,
AI'K, yrnepona, dpocopa u azora B CECTOHE BOIY
(5—10 1), B35TYI0O U3 ME30KOCMOB, MpPEIBapUTEIHLHO
npomnyckanu yepes raz 110 MM, a 3atem pribTpoBa-
JIM 4Yepe3 CTeKIoBoJoKOoHHbIe ¢uibtpel GF/F
(Whatman) 1o ux ”"HTEHCUBHOIO OKpaiiuBaHus. Jla-
Jee punbTphl Ha onpeneieHue KK noacymuBanu u
HNOMEIAId B CTEKJIAHHBIII KOHTEMHEDP, B KOTOPBINA
JIO0aBISIM 3 MJI cMecH xjtopopopMa ¢ METaAaHOJIOM
(2: 1) n 3areM xpaHwiu npu Temmeparype —20°C.
®DunbTphl Ha yIyIepond, a3oT U Gochop BHICYITUBAIN
npu Temnepatype 75°C B TeyeHUe CyTOK U XpaHWIN B
9KCUKaTOpe ISl JaIbHEHUIIIero aHaanu3a.

Hnsa omnpepeneHus coaepxaHus ob6bmux KK,
AIIK, AI'K, yrnepoma, ¢ocdhopa m azora B 300-
TUIAHKTOHE 13 Me30KOocMOB Opaiu 40—50 J1 Boabl, KO-
TOpylo mponyckanu yepe3 ra3 110 mxm. [danee 300-
IJIAHKTOH Ha CUTE BBICYIIMBAIM C IIOMOIIBIO (DUJIb-
TpoBaibHOU OyMmaru. IIpoObl 300IMJIaHKTOHA Ha
cogepxanue obmux KK u ITH2XKK B3BemmBanu u
noMeniaav B 3 MJI KOHTeIHEePhI ¢ paCTBOPOM XJIOPO-
¢dopMa ¢ MEeTaHOJIOM, KOTOPbIE XpaHWJIU IPU TeMITe-
patype —20°C. IIpo0Gbl Ha yriepond, a3oT u pochop
B3BELLMBAJIM U BHICYLLIMBAJIKU IpU Temmeparype 75°C
B TeUEHUE CYTOK, 3aTeM XpaHWIU B BKCUKATOPE IJIs
MOCJIEAYIOLIETO aHaIn3a.

CocraB XMPHBIX KUCIOT (GUTO- M 300IUIaHKTOHA
OIpeeNIsUT Ha Ta30BOM Xpomartorpade ¢ Macc-CIieK-
TPOMETPUIECKUM AeTeKTopoM (Momeiab 6890/5975C,
Agilent, CIIIA) (Gladyshev et al., 2011). Conepxanue
yIJIepoa v a30Ta U3MEPSUIU C ITOMOIIIBIO 3JIEMEHTHO-
ro ananuszaropa Flash EA 1112 NC Soil/MAS 200
(ThermoQuest, Munan, Uramus) (Gladyshev et al.,
2007). Conepxanue ¢ocdopa oleHUBAIA POTOKO-
JopuMeTpuueckuMm MerogoMm (Murphy, Riley, 1962).
Conep:kaHle BCEX BEIIECTB BHIPAXKAIHM B CIMHMIIAX
Macchl Ha rpamMM yriiepona (mr/t C).

IMponykinio ¢GU3NOJOTMUECKY LIEHHBIX BEIIECTB
B JINTPE OIIPENE/IsUIA, YMHOXUB COJIepKaHUEe KaXKI0-
ro BellecTBa B (DUTOIUIAHKTOHE WJIM 300ILIaHKTOHE
Ha NMEePBUYHYIO UM BTOPUYHYIO TPOAYKIIUIO YTIepO-
J1a CcOoOTBeTCTBeHHO. OCHOBY CECTOHA COCTAaBJISLIIA
BOIOPOCIY U LIMaHOOAKTEePUM, ITO3TOMY Aajiee MbI
roBopuM 00 3((HEeKTUBHOCTHU Iepeaayu BEILISCTB OT
¢puUTOMIAHKTOHA K 300IUIAaHKTOHY. D(p(PEeKTUBHOCTh
nepenadn yriepona, oommx KK, ITHXKK, a3zora n
docdhopa oT GUTO- K 300IJIAHKTOHY OLICHMUBAIU KaK
OTHOIIIEHNE IMMPOAYKIIMK KAaXXIOTO M3 BEIIECTB B 300-
MJIAHKTOHE K MPOIYKIIMU 3TOTO Xe BelllecTBa B (hu-
Ne 3
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Buomacca, mr C/n

[MTponykuus,
mr C/n X cyT

1-i K 30-it M 30-i

JIEHb JIEHb IEHb

Puc. 1. Buomacca (@) n mponykuust (6) pUTOTUTAHKTOHA
(cBeTibIe CTONOLIbI) U 300TUTAHKTOHA (TEMHbBIE CTOJIOLIBI).
HoctosepHbie paznuuus (p < 0.05) B mapameTpax Mexmny
MepBBIM THEM 3KCTiepuMeHTa, KoHTposeM (K) u BapuaH-
ToM (M) ¢ npeiicceHoit Ha 30-i1 neHb 1St GUTOIIAHKTO-
Ha 0003HaYeHbI Pa3HBIMU MTPOMUCHBIMU OYKBaMM, a JJIst
300TUTAHKTOHA — Pa3HBIMU CTPOYHBIMU OyKBaMu; * 000-
3HaYaeT CTaTUCTMYECKU 3HauMMBble pazmmaus (p < 0.05)
MeXIy (UTOIUIAHKTOHOM M 300IJIAaHKTOHOM. CTaTUCTH-
yecKHre rapaMeTphbl IpeICcTaBIeHbl B Ta0. 1.

TOIUTAHKTOHE W BBIpakajdyd 3TO OTHOIIEHHWE B MPO-
neHrtax (Gladyshev et al., 2011).

CraTUCTUYECKUIT aHajlW3 JAHHBIX BEHIIOJIHEH B
nmporpamMme Past 3.20. IIpoBepKy maHHBIX Ha HOp-
MaJIbHOCTh pacHpeaesIeHUS IIPOBOIUIN C ITOMOIIILIO
tecta Illamupo—Yuika. buomaccel huToruiaHKTOHA
Y 300IUIAHKTOHA, a TakKXKe COAep>KaHWE BEIEeCTB B
TUAPOOMOHTAX, TIPOAYKIINY yIiaepoaa 1 (pU3N0I0TH -
YeCKM ILICHHBIX BelleCTB B (PUTOIJIAHKTOHE U 300-
IUIAHKTOHE U 3(P(PEKTUBHOCTU UX Mepeaadyy CpaBHU-
BaJIM C IOMOIIbIO OTHO(AKTOPHOTO TUCTIEPCUOHHOTO
ananmza (ANOVA, Frect @uiepa). 1151 cpaBHEHUS
BBIIIIEYKa3aHHBIX IAPAMETPOB MeXIy (PUTOILJIAHKTO-
HOM M 300TIAHKTOHOM, a TAKXKe CpaBHEHUSI ITPOAYK-
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MU (UTOTIIAHKTOHA Pa3HbIX pa3MEPHBIX (hpakiuuit
1 3(p(heKTUBHOCTHU TIepeaauyu (pU3nNoJIOTUYECKU LIEH-
HBIX BEIIECTB MEXIY BApUAaHTAMU ONBbITA UCHOJIb30-
Basu t-tect CThIOJEHTA.

PE3YJIbTATDBI

Bruomacca u Tpoaykimst (UTOIIAaHKTOHA OGBUTH
IOCTOBEPHO BEINE B TIEPBBIN AeHb IKCIIEPUMEHTA,
yeM Ha 30-i1 meHb, a OmoMacca U TIPOAYKLUS 300-
IUTAaHKTOHA OBUIM, HAa0OOPOT, HIKE B TIEPBHIiA TeHbD.
DTO OOBSICHSIECTCS TEM, UTO B ME30KOCMaX OTCYTCTBO-
BaJIO XMIITHUYECTBO CO CTOPOHBI ITJIAaHKTOHOSIHBIX
pe16. Ilponyknus (UTOIIaHKTOHA ObLIa 3HAYMMO
BBIIIIE B BapUaHTe C IpeicceHoit, 94eM B KOHTPOJIe Ha
30-i1 neHb. bruoMacca u MpoOAYKIMS 300MJIaHKTOHA
ObUTa, HA0OOPOT, HIDKE B BapHaHTe C IpeiCCeHOMN
(puc. 1, Tadbm. 1).

B KoHIlIe aKcriepuMeHTa IMPOAYKIIUS BOTOpOCei
pasmepom <30 MKM ObLIa JOCTOBEPHO HIKE B BApUaH-
Te C npeiicceHolt, yeM B KoHTpode (f = 4.3, p = 0.01).
Ilponykuuss Bomopocieil B Auamna3oHe pa3MepoB
kiteTku 30—80 MKM OBLJ1a CXOOHOIT B 000MX BapyaHTax
OIIBITA, a TIPOAYKIINS BOTOPOCIeH pasMepoM >80 MKM
ObLJTa TOCTOBEPHO BhIIIE B BapraHTE C APEUCCEHOM,
yeM B KoHTpoJe (1= 10.1, p < 0.01) (puc. 2).

JlnatoMoBBIe, KpUITODPUTOBBIE M TUHOMPUTOBBIC
BOAOPOCJIN JOMHUHHPOBAJIU IO OroMacce B 000UX Ba-
puaHTax onbita (Tadm. 2). Ha 30-i1 meHb» B BapuaHTe C
JIpeiicceHOM MpeodIagamd KPYITHOKJIETOUHbBIE HUTYA-
ThI€ 3eJieHble Bomopocu Mougeotia sp. u Oedogonium sp.,
TOTIA KaK B KOHTPOJIE JOMUHHUPOBAJIN MEJIKNE BUIbI
u3 ponoB Scenedesmus n Schroederia. CocTaB 1OMU-
HUPYIOLIMX BUIOB 300IJIAHKTOHA HE pas3iudaics
MEXIy KOHTpPOJIEM M BapUaHTOM C JIpecCeHOI
(Tabm. 2).

Conepxanue DIIK u JII'K B ¢puTONIaHKTOHE B
NEepBBIil JeHb OBLJIO 3HAYMMO BHIIIE, YeM B KOHIIE
skcriepumenTa. Conepxanmne DIIK u JITK B 300-
TUIAaHKTOHE HE MEHSUIOCh BO BpeMeHU. CoaepkaHue
oomux KK kak B (UTOIIAHKTOHE, TaK U B 300-
MJIaHKTOHE HE M3MEHWJIOCh B T€UEHME IKCIIEPUMEH -
ta. ConepkaHue a30Ta B 300IJIAHKTOHE HE MEHSLJIOCh

a o ¢
0.015 <30 MKM 0.010 -  30—80 MkM >80 MKM 0
) T
=
5 5 0.100 1
a X
> 5 0.005
§ ) 0.050
=)= ?
0 : — 0 ' '
K M K M

Puc. 2. [Tponykuus pa3HbIX (ppakimii hutoriankToHa: a — <30 MM, 6 — 30—80 MM, 6 — >80 MxM B koHTpoJie (K) 1 BapuanTe

¢ npeiiccenoii (M) Ha 30-it meHb 3KCIIEpUMEHTA.
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Ta6aua 1. CpaBHeHMe TPOAYKLIMOHHBIX ITAPAMETPOB I0 YIIepoay U (GU310JIOrMIeCKH LIEHHBIM BELIECTBaM B (DUTO-
TUTAHKTOHE 1 300TIJIAHKTOHE

ITokazarenb 1-ii neHp 30-i1 nenp K 30-i1 nenr M Ep
Buomacca, mr C/n
PUTOMIAHKTOH 0.48 + 0.14" * 0.08 +0.02P 0.23 £ 0.025 * F=16.9,p<0.01
300IUIaHKTOH 0.01 £0.014* 0.10 +0.01P 0.05 +0.01B:* F=107.9,p<0.01
Lp t=5.7,p<0.01 1=1.6,p=0.19 t=12.3,p<0.01
Iponykuust, mr C/n X cyT

DyTOIIAHKTOH 0.29 + 0.054 * 0.02 +0.015 0.11 £ 0.02B-* F=68.2,p<0.01
3001IaHKTOH 0.003 £ 0.00A * 0.02 +0.00° 0.01 £ 0.00B * F=43.4,p<0.01
tp t=10.7,p < 0.01 t=21,p=0.10 t=11.1,p < 0.01

OIIK : C, mr/T
DuTonIaHKTOH 5.28 +0.524 * 3.14 + 0.865 * 2.25+0.485* F=17.7,p<0.01
300IJIaHKTOH 15.41 £ 2.77* 10.92 £ 3.23* 10.18 + 3.32* F=25,p=0.17
Lp t=6.2,p<0.01 t=4.0,p=0.02 t=4.1,p=0.01

AT'K : C, mr/T
PDuTonIaHKTOH 2.78 £0.324* 0.64 £0.27° 0.99 + 0.13P * F=62.4,p<0.01
300IJIaHKTOH 9.44 £+ 3.52* 5.33£3.91 9.53+4.38" F=11,p=0.39
tLp t=3.3,p=0.03 t=2.1,p=0.10 t=3.4,p=0.03

KK : C, mr/rT
DuTonIaHKTOH 120.94 + 21.09* 141.86 £ 21.69 92.47 £19.43 F=43,p=0.07
300TUTaHKTOH 201.95 + 44.55" 122.27 + 36.37 115.79 + 42.29 F=41,p=0.07
tLp t=2.8,p=0.05 t=0.8,p=047 t=0.9,p=0.43

N:C,mr/r
duTonnaHKToH 172.86 £ 6.89* 149.62 £ 1.725 = 159.99 £10.924P- F=17.2,p=0.03
300IJIaHKTOH 204.16 + 41.67 217.13 + 5.33* 221.82 £ 0.85* F=04,p=0.67
Lp 1=13,p=027 t=20.9,p<0.01 t=9.8,p<0.01
P:C, mr/r
DUTOIIAHKTOH 9.12 +£0.97 7.47 £ 3.51%* 11.46 + 0.44* F=27,p=0.15
300IUIaHKTOH 12.26 +£2.824 25.46 £2.815* 26.05 + 0.615* F=33.8,p<0.01
Lp t=18,p=0.14 r=6.9,p<0.01 t=33.8,p<0.01
Iponyxkuusa BIIK, BIIK : C (mr/r) X (Mr C/a X cyT)
PuTOMIaHKTOH 1.54 +0.054 * 0.08 +0.03P 0.26 + 0.098 * F=358,p<0.01
300I11aHKTOH 0.04 +0.014* 0.18 £ 0.075 0.11 + 0.02AB- F=8.2,p=0.02
t,p 1=29.7, p<0.01 t=24,p=0.07 t=2.9,p=0.04
IMponykuus AT'K, AT'K : C (mMr/T) X (mMr C/1 X cyT)
PUTOIIAHKTOH 0.81 £ 0.054 * 0.01 £ 0.00® 0.11 £+ 0.00® F=215,p<0.01
300TUTaHKTOH 0.03 £ 0.01* 0.09 £ 0.07 0.10 £ 0.03 F=21,p=0.21
Lp t=15.1,p < 0.01 t=18,p=0.15 t=0.7,p=0.50
IMponykus KK, KK : C (mr/r) X (mMr C/1 X cyT)
PuTOMIaHKTOH 34.99 £ 0.83A * 3.54 + 1.40P 10.03 £ 0.738 * F=1547,p<0.01
300MIaHKTOH 0.57 £ 0.124* 2.01 +0.765 1.19 + 0.23AB. * F=6.9,p=0.03
Lp r=41.2,p<0.01 t=17,p=0.17 1=20.1,p < 0.01
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Ilokazarenn 1-ii neHb 30-i1 menp K 30-i1 nenp M Ep
IIponykuus azora, N : C (mr/r) X (mMr C/n X cyT)
DyTOIIAHKTOH 51.13 £ 5.824 % 3.64 +0.94P 18.06 + 3.72b-* F=458,p<0.01
3001IaHKTOH 0.57 £ 0.12A * 3.52+0.37 2.44 +0.43B* F=534,p<0.01
Lp t=8.7,p<0.01 t=0.2,p=0.85 t=72,p<0.01
IMponykuus docdopa, P : C (mr/r) X (Mr C/n X cyT)
@DuTonIaHKTOH 2.66 +0.074 * 0.19 £ 0.115* 1.29 +0.23B. = F=172.7,p<0.01
300ITaHKTOH 0.03 £ 0.01A* 0.41 +0.085 * 0.29 £+ 0.065 * F=33.8,p<0.01
tLp t=38.0,p<0.01 t=2.8,p=0.05 t=17.3,p<0.01

IIpumeuanne. [JlocToBepHbBIE pa3TUUuNs B TapaMeTpax MeXIy IEPBBIM THEM IKcIiepuMeHTa, KouTposieM (K) u Bapuantom (M) ¢ npetic-
ceHoit Ha 30-i1 neHb 0003HaYeHbI pa3HbIMU OykBaMH (A, b, B). * 0003HavaeT craTuCTUYECKU 3HAYUMbIE Pa3JIMUUSL B TapaMeTpax Mex-

oy (I)l/lTOHJlaHKTOHOM " 300IVITAaHKTOHOM.

Taoauua 2. Crimcok JOMUHUPYIOMUX BUAOB (>10% ot o611eii 6nomMacchl) GUTOIUIAHKTOHA M IIJIAHKTOHHBIX paKooOpas-
HBIX B IEPBBIN AeHb 3KCIIepuMeHTa, B KoHTpoie (K) u Bapuante (M) ¢ npeiicceHoit Ha 30-ii neHb, roe “+” — npucyr-

w9

CTBME BUA, “—” — OTCYTCTBHE BHIA
Takcon 1-i1 neHb 30-i1 nens K 30-it nenp M
DuTorIaHKTOH
JlvaToMOBBIE
Achnanthes sp. — + —
Cyclotella kuetzingiana Thwaites + — —
Cyclotella sp. + + +
Fragilaria capucina Desmazicres — + +
F construens (Ehrenberg) Grunow — _ +
Navicula radiosa Kiitzing — + —
Rhizosolenia longiseta O.Zacharias + — —
Stephanodiscus hantzschii Grunow + + —
Kpunropurossie
Rhodomonas acuta (Butcher) Erata & Chihara + + +
JluHO(MUTOBBIE
Ceratium hirundinella (O.F.Miiller) Dujardin — + —
Peridinium sp. — — +
3eieHble
Mougeotia sp. — — +
Oedogonium sp. — — +
Scenedesmus bijugatus Kiitzing - + —
Schroederia setigera (Schroder) Lemmermann — + —
IlmaHkToHHBIE paKoOOpa3HbIe
BeTBuCTOYCHIE
Bosmina spp. + — —
Ceriodaphnia pulchella Sars, 1862 + + +
Daphnia magna Straus, 1826 - + +
D. pulicaria Forbes, 1893 + + +
Scapholeberis mucronata O. F. Miiller, 1776 — + +
BecnoHorue
Mesocyclops leuckarti Claus, 1857 — + +
Thermocyclops oithonoides Sars G.O., 1863 + — —
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Puc. 3. Conepxkanue (U3MOIOIMYECKN LIEHHBIX BELIECTB B (DUTOIIAHKTOHE (CBETJIblEe CTOJIOLbI) M 300IIAaHKTOHE (TEMHBIE
cTonobl), rae a — conepxanue DMK, 6 — ATK, 6 — KK, ¢ — a3zora, d — docdopa. JoctoBepHsie paznuuus (p < 0.05) B mapa-
MeTpax MeXIy NepBbIM AHEM aKcrniepuMeHTa, KoHTposieM (K) u Bapuantom (M) ¢ npeiicceHoit Ha 30-i1 teHb B pUTOIIIAaHKTOHE
0003HaueHbI Pa3HBIMU MPOMKUCHBIMU OYKBaMU, a B 300IJIAHKTOHE — pa3HbIMU CTPOYHBIMM OYKBaMHU; ¥ 0003HAYAET CTaTUCTH-
yecku 3HauuMble pazianuus (p < 0.05) B conepxxaHum GU3MOIOTMYECKU LIEHHBIX BEIIECTB MEXIY (DUTOTIJIAHKTOHOM U 300-
1aHKTOHOM. CTaTUCTUYECKUE TTapaMeTpbl TIpe/ICTaBIeHbI B Ta0I. 1.

co BpeMeHeM. B ¢putomnaHKTOHE comepKaHue a30Ta
MOHU3UIOCH K KOHILY DKCIIEPUMEHTA TOJBKO B KOH-
TpOJie OTHOCHUTENIbHO ItepBoro mHsg. ComepxkaHue
¢dochopa B 300IUIAHKTOHE IOBBICMIIOCH K 30-My
IHIO, B TO BpeMsI KaK B (PUTOIUIAHKTOHE 3TOT I1apa-
MeTp He maMeHwiIcsd (puc. 3, tabn. 1). ConepxxaHue
IMTHXK, oommx KK, azora u ¢docdopa B ¢uro-
IUTAHKTOHE Y 300IIAHKTOHE HE Pa3indaioch MEXIy
KOHTpPOJIEM M BapMaHTOM C JpeiicceHoil (puc. 3,
Tab6m. 1).

IMponykuus BIIK, AT'K, obmux KK, azora mn
dochopa B PUTOILIAaHKTOHE JOCTOBEPHO MOHU3U-
Jach K 30-My THIO B 000OMX BapyaHTaXx OITbITa, a B 300-
nnaHkToHe npoaykuus DIIK u o6mux KK B KoH-
TpoJie, a3oTa u poccopa B 000X BapruaHTax OIbITa,
Hao0OpOT, ITOBLICWIACH K KOHILY SKcriepuMeHTa (puc. 4,
ta6a. 1). [Iponykuus DIIK, obmux 2KK u pochopa
B (puTOILUTIAaHKTOHE ObLIa TOCTOBEPHO BHIIIIE B Bapu-
aHTe ¢ apeiicceHoii, yeM B KoHTpoJje. Ilpomykius
STHUX BEIIECTB B 300IJIAHKTOHE He pa3indanach MexK-
Iy BapraHTaMU OITbITa 3a UCKJIIOYCHMEM a30Ta, Ipo-
IYKISI KOTOPOTO B 300IUIAHKTOHE B BapuaHTE C
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JIpeiicceHoil OblIa 3HAYMMO HIKE, YeM B KOHTPOJIE
(puc. 4, Tabm. 1).

MpbI MpoBey TakKe CpaBHEHUE UCCIIENYEMbIX Ma-
paMeTpoB MexXny (GUTOMIAHKTOHOM M 300TJIaHKTO-
HOM. B BapuaHTe c npeiicceHoit OmomMacca 1 poayK-
1Ms (PUTOIIJIAHKTOHA OblIa IOCTOBEPHO BBIIIE, YEM
ouvomacca M MPOAYKIIMS 300IUIaHKTOHA COOTBET-
crBeHHO (puc. 1, Tadi. 1). Cogepxanue DIIK, azora
u pocdopa B 060MX BapraHTaX OMBITA U COAepKaHNE
ATI'K B BapuaHTe ¢ ApeiiccCeHOl ObLITU 3HAYUMO BBIIIIE
B 300IUIAaHKTOHE, 4YeM B (bUTOIUIAaHKTOHe (puc. 3,
ta6m. 1). Ilponykona BIIK, oommx KK, azora mn
docdopa ObL1a JOCTOBEPHO BHIIIE B (PUTOILUIAHKTO-
He, YeM B 300IUIaHKTOHE, B BapUaHTe C IpeiiCCEHOM.
B xonTpoie mponykims ¢pochopa B 3001IIaHKTOHE OBI-
Jla 3HAUMMO BBIIIIe, YeM B (DUTOIUIAHKTOHE (puc. 4,
Ta6. 1). B ocTanbHBIX CIy4YasiX TOCTOBEPHBIX pa3jin-
YU B 3HAYCHUSIX MPOIYKIIMU MEXTY (DUTOIIAHKTO-
HOM U 300IUIAHKTOHOM He OOHapy>XKeHO.

BI1K nepenaBanach OT (PUTOIJIAHKTOHA K 300-
IJIAHKTOHY B cpeaHeM B 3 U B 5 pa3 3¢ deKTUBHEE,
4eM yrjepoa, B KOHTPOJIE U B BapUaHTe C ApeliCcCEeHOoM
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Puc. 4. [Mponykius dusznonornyecku UeHHbIX BelecTB ((Mr/T) X (mMr C/n X cyT)) B GUTOIrUIaHKTOHE (CBETJIbIE CTOJIOLIBI) U
300IUTAaHKTOHE (TeMHBIe CTOJIOLBI), Tae a — npoaykuwms DIIK, 6 — [ITK, ¢ — KK, ¢ — a3zora, d — docdopa. JJocToBepHbIe pa3-
quuaus (p < 0.05) B mpoayKuuuy MeXXIay TIepBbIM THEM 3KcriepuMeHTa, koHtposieM (K) u Bapuantom (M) c npeticcenoit Ha 30-ii
IIeHb B (PUTOTUIAaHKTOHE 0003HAYEHbI PA3HBIMU MPOMUCHBIMU OYKBaMHU, a B 300IUIAHKTOHE — pa3HbIMU CTPOUHBIMU OYKBaMU;
* 0003HaYaeT CTaTUCTUYECKU 3HaUUMBbIe pazinnuus (p < 0.05) B pomyKUMu MeXay (pUTOIMIaHKTOHOM U 300I1aHKTOHOM. Cra-

TUCTUYECKUE MTapaMeTphl MpeACcTaBIeHbI B TabI. 1.

COOTBETCTBEHHO (B KOoHTpoJsie F=36.0, p < 0.01; B Ba-
puanTe ¢ apeiicceHoit F= 13.5, p < 0.01) (puc. 5a, 6).
AT'K mepemaBaiach B 6 1 B 9 pa3 addeKTHUBHEE, YeM
YIJIepO[I, B KOHTPOJIE M B BApUaHTe C IpeiicceHoit co-
oTBeTCTBEHHO. B KOHTpOone pochop nepenasancsa B 3
pa3a sddexkTuBHee, yeM yriaepod. B BapmaHTe C
JnpeiicceHoi 3ppeKTUBHOCT nepegadyu pocdopa He
OTJIMYaNach OT 3(PMEKTUBHOCTU Mepeaadn yriaepoaa
(puc. 5a, 6). Oomue KK 1 a30T B 000MX BapraHTax
nepegaBaJnch ¢ TaKou ke 3(pPEeKTUBHOCTHIO, KaK 1
yraepoa. Kak pesynabraT BAMSIHUSI IpeiicCeHBbl Ha
MPOAYKLIMIO (DU3NOJIOTMYECKU LIEHHBIX BEILECTB B
(GUTOITAHKTOHE U 300IUIAHKTOHE, ApeiicceHa CHU-
XKana 3P@eKTUBHOCTh Ilepenaun yriepoga B 6 pas
(t=6.6,p<<0.01), DIIK —B 3 paza (r=7.3, p<<0.01),
ATI'K —B4pa3za (r=6.6, p < 0.01), o6mumx KK — B 3 pa-
3a (= 3.6, p=0.02), a3ota — B 6 paz (= 6.3, p < 0.01)
u ¢pocdopa —B7 pa3 (r=15.7, p<0.01) mo cpaBHEHUIO
¢ KoHTposaeM (puc. 58).
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OBCYXIEHMWE PE3VJIbTATOB

B BHammx wuccnemoBaHUSIX IOpeiicceHa CII0CO0-
CTBOBAJIa POCTY IIEPBUYHOM IIPOOYKIUU (UTO-
IJIaHKTOHA. Takoe IOBBIIIEHWE IIPOMCXOOMIO 3a
CUET YBEJIMYEHMUS ITPOAYKIIMU KPYITHOKJIETOYHBIX BO-
nopocneit (>80 MKM) B BapuaHTe c apelicceHoii. Pe-
3yJbTaThl TIOATBEPXKAAIOTCS NaHHBIMA MHOXECTBa
IPYyTUX BKCIepMMeHTalbHbIX padot (Wojtal-Frank-
iewicz, Frankiewicz, 2011; Dzialowski, 2013, u np.) u
noneBbix HaOmoaeHwuii (Davies, Hecky, 2005; Zhuetal.,
2006; Vanderploeg et al., 2017; McEachran et al.,
2019). Hanmpumep, B 03. I'ypoH cTanu npeobsagaTh 3e-
JIEHble KPYITHOKJIETOUHBIE BOIOPOCIU Spirogyra sp.,
Stigeoclonium sp., Cladophora sp. u Mougeotia sp.
BCKOpe mocJie nosiBieHus1 B HeM apeiiccenbl (Pills-
bury et al., 2002). Pe3yabTarhl HaIlIMX MOPEAbIIYLINX
BKCIIEpUMEHTAIbHBIX Pa0O0T IMOKa3aiau, 4To ApeiicceHa
CIIOCOOCTBOBAJIa JOMUHUPOBAHUIO II€pUMDUTOHHBIX
1 OEHTOCHEBIX (popM Bogopocieii 13 ponoB Mougeotia,
Zygnema u Oedogonium (Feneva et al., 2020). Oxu 60-
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Jiee KOHKYPEHTOCITIOCOOHBI, YeM ITeJIaTM4eCKUii hu-
tortaHKkToH (Schindler, 1975; Carrick, Lowe, 1989),
Garomapsi CBOei CIToCOOHOCTU 0O0Pa30BBIBATH IIOT-
HBIE 3apOCIIN ¢ OOIBITNMU HOTJIOIIAIOIIUMHU ITOBEPX-
Hoctamu (Simons, 1994; Gerrath, 2003; John, 2003).

B To BpeMs Kak nmepBUYHAsT MPOAYKIIMS KPYITHO-
KJI€TOYHBIX BOJOPOCJIEN B BapUaHTaxX C IpeiCCEeHOM
MOBHIIIAJIACh OTHOCUTEIBHO KOHTPOJISI, IIEpBUYIHAS
MIPOOYKIIUSI Bogopocieil pazmepoM MeHee 30 MKM,
Hao00O0pOT, CHMXXAJIACh. DTO OOBSICHSIETCS TEM, 4TO
IpeiicceHa, XOTs 1 MOTPEOIsIeT KIeTKA B IIMPOKOM
pa3zmepHoM auara3one (0.7—80 MKM), MaKCUMaJIbHO
3(ppeKTUBHO ycBauBaeT 4YaCTUIBI IHUAMETPOM S—
35 mxMm (Sprung, Rose, 1988; White, Sarnelle, 2014).
M3BecTHO, UTO 300TLUIAHKTOH MOTPEOJISIET TAKXKE TIpe-
MMYIIECTBEHHO YacTUIIBI pa3MepoM MeHbine 30 MKM
(Sommer U., Sommer F., 2006). Takum oGpaszom,
JpelicceHa cmocoOCTBOBajIa CHDKEHUIO KOHIIEHTpa-
1Y BOOOPOCEH, JOCTYITHBIX I INITAHKTOHHEIX pa-
KooOpa3HbIX. Kak cieacTBue Takoit KOHKYPEHIINM,
MbI HaOII0AaIM YMEHbIIIEHUE OMOMacChl U TPOIYyK-
1Y 300IJIAHKTOHA.

HpeficceHa cmocobHa Takke HemnocpelCTBEHHO
BJIMSTh Ha 300IUIAHKTOH Yepe3 ero IMoTpebyieHue.
CHukeHune 6uoMacchl U TIPOAYKIIUY 300TIJIaHKTOHA
B BapuaHTaX C JpercCeHOM MOXHO OOBSICHUTH IMO-
TpeOJeHUEM €10 MEJKMX BUAOB 300IJIaHKTOHA.
B sxcniepumenTanbHoit padore Topnma u Kacrepa
(Thorp, Casper, 2003) HaOIOIaIOCH CHIZKEHUE YC-
JICHHOCTU KOJIOBPAaTOK 3a CYeT WX NOoTpebseHust
npeiicceHoli. CokpallleHrue OMOMacChl MEJIKUX BUIOB
300IUIaHKTOHA B pe3yJibTaTe BCEJICHUs OpeicCceHbl
Habmoganochk U B Tpupoie. Hampumep, mocie ee
BcesieHus B p. ['yI30H cHU3MIIach 6oMacca MUKpPO-
300rutaHKTOoHa (Pace et al., 1998). YMeHbllieHre ync-
JIEHHOCTU MEJIKUX BUIIOB MJIAHKTOHHBIX KMBOTHBIX
MocJie MOSIBJICHUST ApercCceHbl ObLJIO OTMEUEeHO U B
p. Oraiio (Jack, Thorp, 2000). B 1uTopanu BocTod-
HOIT yacT @PUHCKOTO 3aJIMBa B IIPUIOHHOM CJIO€ BO-
Ibl OTMedYasjach OTpULATEIbHAs KOPPEsuus Ouo-
Macchl KOJIOBpaTOK ¢ Ouomaccoii apeiicceHnl (Te-
nemr, Opgosa, 2004), 4Tto, IO MHEHMIO aBTOPOB,
OBbLIIO CBSI3aHO KaK ¢ KOHKYPEHTHBIM BBITECHEHUEM
KOJIOBpPATOK JpercCceHoi, Tak U ¢ uX MoTpedeHrueM
MOJUTIOCKaMMU.

Haim nccnenoBanust ToKa3aim, 4YTO COAepKaHUE
ITH2KK, a3zota u ¢dochopa B 300IUIaHKTOHE OBLIO
BBIIIIE, YeM B (PUTOIUIAHKTOHE. DTO COTIJIacyeTcs C
JNIaHHBIMY MPEABIIYIIMX UCCIIETOBAHNMI, KOTOPBIE OT-
Medasau, YTO 300TJIAHKTOH MOXET aKKyMYyJIUpPOBaTh
BakKHbIE [JIs1 (PU3UOJIOTUUECKOM NEesITEIbHOCTA Be-
mectBa (Hudson et al., 1999). DkcniepuMeHTaIbHBIE
pabotsl KaproBuya u coaBropoB (Karpowicz et al.,
2019) Taxke TT0Ka3aJiv, 4TO 300IJIAHKTOH MOXKET Ha-
KanauBaTth ¢ocdop, BCIASIACTBHAE YEro ero coaepka-
HUeE B 300TJIAHKTOHE ObLIIO BhILIE, YeM B (PUTOTLJIAHK-
ToHe. B uccinenoBanusix MeneBoii ¢ coaBTopamu (Fe-
niova et al., 2019) B Me30TpOoHBIX 1 IBTPOPHBIX

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 5. DddexkTuBHOCTh mnepenaun (GU3MOIOTUYECKU
LIEHHBIX BEIIECTB OT (PUTOIIAHKTOHA K 300ILJIAHKTOHY:
a — KOHTPOJIb, 6 — BaApUAHT C IPENCCEeHOM, 8 — CpaBHEHUE
addexTuBHOCTEN MEXITy KOHTPOJIEM (CBETJIbIE CTOJIOLbI)
Y1 BapUAHTOM C ApeiicCeHOM (TEMHBIE CTOJIOLIbI). Paznuums
B 9Gb(MEeKTUBHOCTH MEXIy KOHTPOJIEM M BapuaHTOM C
npeiicceHol cTaTucTuIecKu 3HaYnMelI (p < 0.05).

YCIIOBUSX colepKaHue a3oTta u ¢ocdopa B 300-
IUJIAHKTOHE MPEBBIIIAJIO0 COAePKaHNE STUX BEICCTB B
durorutankToHe. IloBrimenroe comepxkanme ITHXKK
B 300IUIAHKTOHE TT0 CPaBHEHUIO C (PUTOTIJIAHKTOHOM
OBLIO TTOKa3aHo B BogoxpaHwiauiie byrau I'mameine-
BbIM 1 coaBT. (Gladyshev et al., 2011). BaxxHo oTme-
TUTb, YTO PaKOOOpa3HbIe MOTYT HAKaruIMBaTh (hU3UO-
JIOTMYECKU LIEHHBIE BEIIECTBA, €CJIU X HEAOCTATOUHO
(Sterner, 1993, 1997; Sterner et al., 1998; Sterner, Elser,
2002). D10 cBUAECTEIBCTBYET O CIIOCOOHOCTH IJIaHK-
TOHHBIX PAKOOOPa3HBIX BLITIOJIHSTH POJIb Pe3epByapa
IS HAKOTUIEHUSI OnoreHHbIx aeMeHTOB 1 TTH2KK.
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Cy1iecTByeT HECKOJBKO MEXaHM3MOB HaKOILIe-
Hus KK n ITHXKK 300mnankronoM. PakoobpasHbie
moryT cuHTe3npoBaTh [THXKK, Tpanchopmupys KK
W3 OOHOM (POPMEI B IPYTYIO IIOCPEICTBOM YIJINMHEHUS
monekyn (Brett, Miiller-Navarra, 1997). Hanpumep,
Cyclopoida moryt cunte3upoBath JAI'K (Desvilettes
et al., 1997), B To Bpemst Kak Diaptomidae crmocoOHBI
npeodpaszoBeiBaTh DIIK B II'K (Ravet et al., 2010).
Takum oOpa3om, OoJiee BBICOKOE COIepKaHUE
ITH2XK B 300M1aHKTOHE IO CpaBHEHUIO C (PUTO-
IUIAHKTOHOM B HAIIMX 3KCHEPUMEHTaX MOXET OBITh
CBSI3aHO C TpaHchopManneit HeKoTophix popMm KK B
ITH2KK 300m1aHKTOHOM.

HdpyruM MexaHM3MOM TNOBBIIIEHHOTO COoAepXa-
Hus ITH2KK, a3zora u ¢pocdopa B 300IJIaHKTOHE OT-
HOCUTEBHO WX CONepXKaHUsl B IMUILEBBIX pecypcax
SABJISIETCSI U30MpaTesibHOEe MOTPeOJeHUE TMUILEBbIX
pecypcoB pakooOpa3HbIMU. OHU MOTYT I10-pa3HOMY
HaKarIMBaTh WIM aCCUMWIMPOBATh MUILIEBbIE YaCTH-
ubl. [TokazaHo, uyro 3HaueHust 0°C y BETBUCTOYCHIX
paKooOpPa3HbIX KOPPEIUPOBAIU CO 3HaUYeHUSIMU O°C
OTAEIbHBIX TAKCOHOMUYECKUX IPYMIT (PUTOTIIAHKTO-
Ha, HO HE KOPPEJUPOBAJIM C OOIIUM colepXKaHUeM
83C B purornankrone (Taipale et al., 2016). Cenex-
TUBHOE MUTaHUE NadHUA, IpeanoyrTaronmx oojuee
LIEHHbIE BOJOPOCIM LUAHOOAKTEPUSIM, BSKCIIEPU-
MEHTaJIbHO MpoaeMoHcTprupoBaHo M.U. I'magpriie-
BbIM C coaBT. (I'magpmmen u np., 2000). CemekTuB-
HOCTb IOTpeOIeHUS, CKOPEE BCETO, CBSI3aHA C Pa3iny-
HOI1 YCBOSIEMOCTBIO pa3HbIX TAKCOHOB BOJIOPOCIIEH, a
HE C aKTMBHBIM BBIOOPOM TIMILUEBBIX YacTHUIl 300-
mwianktoHoM (Feniova et al., 2018).

Kak pesynbraT HakomieHus (pU3MOIOTNIEeCKU
1eHHbIX BemecTB 30o1utaHkToHOM (ITH2KK u doc-
dopa), >3PeKTUBHOCTh UX Ilepenadyu oOT QUTO-
IUIAHKTOHA K 300IUIAHKTOHY ObUIa BBIIIE, YeM JIS
yrinepona u oomux 2KK. Hamr pe3ynbraTt cornacyercs
¢ ganueiMu I'nmageimeBa m coaBTopoB (Gladyshev
etal., 2011), koTopble BHEepBbIC IOKa3ajM, YTO
ITH2KK mepenarorcst 601ee 3pHEeKTUBHO, YeM yIie-
poxn. Hamm pesynbraThl mmokasaim, 4ro u ¢ocdop,
KaK LEHHBIA 3JIEMEHT IJisd (PU3UOJOTMYECKUX TIPO-
LIECCOB, TaKxXe mnepemacTcsa appeKTUBHEE, YeM yTIiIe-
poxn. Oomume KK nepenaBanuch ¢ Takoit ke adex-
TUBHOCTBIO, YTO U YTJIEPOI. DTO OOBICHSIETCS TEM,
YTO OHMU, B oT/INUMe OT AjuHHouenodeuHbix I[THXKK,
OOBIYHO UCMOJIB3YIOTCSI KaK BHEPreTUUYECKUii pecypc
W TIO3TOMY HE HaKaIUIMBAaIOTCSI B 300ILUIAHKTOHE
(Brett, Miiller-Navarra, 1997; Desvilettes et al., 1997;
Kainz et al., 2004).

BddexktuBHasg nepenaya DIIK u JAT'K ot duro-
IUIAaHKTOHA K 300IUIAHKTOHY AeJIaeT 300IUIaHKTOH
Oojlee KayeCTBEHHBIM IIHUIIEBBIM PECYpPCOM LIS
MJIAHKTOHOSIAHBIX pBIO. B Hamem skcriepuMeHTe
ATI'K nepenaBanach appektuBHee, uem DI1K. O60-
rameHue 3ooriaHkToHa JII'K odyeHb mose3HoO mjis
MaJILKOB PBIO, TTOCKOJILKY pPhIOAM TpeOyeTcs 0OJIb-
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moe koymmdectBo JI'K mirst comatmyeckoro pocra
(Vizcaino-Ochoa et al., 2010).

JpeiicceHa HeraTWBHO BIMsgiia Ha 3>PdEeKTUB-
HOCTb repeaayn (PU3NoJIOTUYECKH LIEHHBIX BEIIECTB
OT (PUTOILUIAHKTOHA K 300ILJIAHKTOHY B pe3yJibTaTe
MOBBIIIEHUS TIEPBUYHON ITPOAYKIIMU 32 CYET HEIO-
CTYITHBIX JIJISI 300TUIAHKTOHA KPYITHBIX BOJOPOC/IEH U
CHIMDKEHUSI BTOPMYHOI mpoayKuuu. B pesyibraTe
IpeiicceHa CIOCOOCTBOBaja CHMKEHHMIO OMOMACCHI
3ooriaHkToHa. OHa yMeHbHIana 3(hGEeKTUBHOCTh
nepeHoca yraepona, KK, ITHXKK, azora u pochopa
OT (pUTOIUIAHKTOHA K 300IJIAaHKTOHY, TaKUM O0pa-
30M TTIOHMXKasl KQ4eCTBO 300IUIAHKTOHA KaK pecypca
st 6ojiee BBICOKUX Tpoduyeckux ypoBHeit. Ilo-
CKOJIbKY BCE 3TH BEIIIECTBA MepeaaBaalCh OT (DUTO-
TUIAHKTOHA K 300IUIaHKTOHY C pa3Hoii 3(pheKTUBHO-
CThlO, TO JIpeiicceHa Mo-pa3HoMYy Biusijia Ha 3 dek-
TUBHOCTh IIepeHOCa (PU3MOJIOTUYECKN LICHHBIX
BellecTB. Tak, npeiicceHa cHUKana 3(HeKTUBHOCTD
nepegauu yriaepozaa B 6 pas, 11K — B 3 paza, IT'K —
B 4 pa3za, oomux KK — B 3 paza, azota — B 6 paz u
docdhopa — B 7 pa3 o cpaBHEHHUIO C KOHTPOJIEM.

Takum oOpa3om, apeiicceHa IIPEACTaBIISIET Ce-
PBE3HYIO YIpo3y IPECHOBOAHBIM BogoeMaMm. B pe-
3yJbTaTe €€ BCEJIEHUS IIPOUCXOIUT HE TIPOCTO CMEHA
TaKCOHOMMYECKOI0 cocTaBa (PMTO- M 300ILJIAHKTOHA,
HO 1 COKpallleHHe MOTOKa (PU3NO0JIOTMISCKHU LIEHHBIX
BEIIECTB Ha BHICIIME TpOoPUUYECKHE YPOBHU. IDTO
MIPUBOIUT K CHIDKEHUIO KadeCTBa OMOJIOTMYECKMX
pecypcoB. MBI cuuTaeM, 4TO MEXaHU3M HaKOIUICHUSI
($U3MOJIOTNYECKH LIEHHBIX BEIIECTB 300IIAaHKTOHOM
MO3BOJISIET OTYACTU IMPOTUBOAEHCTBOBATb HEraTUB-
HOMY BJIMSIHUIO JPeCCEeHbl Ha KaYeCTBO 300IJIaHK-
TOHA KaK pecypca IJjisl IOCIeayIONINX TPOPUIECKIX
YPOBHEM.

IIpoBeneHrEe 3KCIEPUMEHTOB U COOp OroIornde-
CKOTo MaTepuajia BbIIOJIHEHBI pu noanepxke Ha-
oHanbHoro IieHTpa Hayku Ilomemm (UMO-506
2016/21/B/NZ8/00434). Cratuctuyeckas obpaboTKa
U aHaM3 AaHHBIX MPOBOAWIMCH B paMKax rocynaap-
ctBeHHOro 3amaHus Ne AAAA-A18-118012690096-1.
HMHurepripeTaniusi Mojgy4eHHbIX Pe3yJIbTaToOB, 0030 J-
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Effects of Dreissena polymorpha on the transfer efficiency of carbon, fatty acids,
nitrogen, and phosphorus from phytoplankton to zooplankton

E. G. Sakharova® *, M. Karpowicz’, M. 1. Gladyshev* 4, N. N. Sushchik< ¢,
Z.. 1. Gorelysheva, 1. Yu. Feniova/

¢ Papanin Institute for Biology of Inland Waters, RAS
pos. Borok, Yaroslavl Region, 152742 Russia

bUniversity of Biatystok, Institute of Biology, Department of Hydrobiology
ul. Ciotkowskiego, 1J, Biatystok, 15-245 Poland

¢Institute of Biophysics, Federal Research Centre, Krasnoyarsk Science Centre, SB RAS
Akademgorodok, 50, Krasnoyarsk, 660036 Russia

4Siberian Federal University
av. Svobodny, 79, Krasnoyarsk, 660041 Russia

¢The Scientific and Practical Center for Bioresources, National Academy of Sciences of Belarus
st. Akademicheskaya, 27, Minsk, 220072 Republic of Belarus

FInstitute of Ecology and Evolution, RAS
Leninsky prosp., 33, Moscow, 119071 Russia

*e-mail: katya.sah@mail.ru

The efficiency of the transfer of physiologically valuable substances including polyunsaturated fatty acids
(PUFA), nitrogen, and phosphorus from phytoplankton to zooplankton is extremely important for the func-
tioning of the whole food web. The bivalve mollusk Dreissena polymorpha has a great impact on planktonic
communities. However, its effects on the efficiency of transfer of physiologically valuable substances from
phytoplankton to zooplankton have not been assessed so far. The goal of our study was to assess the effect of
zebra mussels on the transfer efficiency of carbon, fatty acids including PUFA, nitrogen, and phosphorus
from phytoplankton to zooplankton under mesotrophic conditions. In the experimental mesocosms filled
with water from a mesotrophic lake containing phyto- and zooplankton, we manipulated the presence/ab-
sence of zebra mussels. The experiments showed that zebra mussels decreased the efficiency of the transfer of
carbon, PUFA, nitrogen, and phosphorus from phytoplankton to zooplankton, thus reducing the quality of
zooplankton as a food resource for higher trophic levels. However, zooplankton revealed the ability to in-
crease the content of physiologically valuable substances in their tissues relative to their contents in the diet.
We believe that the mechanism of accumulation of physiologically valuable substances by zooplankton en-
ables to at least partially resist the negative influence of zebra mussels on the quality of zooplankton as a food
resource.
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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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(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
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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



204

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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“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-
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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
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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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Chytridiopsis typographi 23/el4

MUXAWMJIOB u ap.
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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
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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
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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-
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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



220

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
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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
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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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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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1 CBETOU3OJUPYIOIINUN AIITMIAPAT KAMEPHBIX TJIA3
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Ha ocHOBe HOBBIX 1 OITyOJIMKOBAHHBIX COOCTBEHHBIX JAHHBIX U JAHHBIX JIUTEPATYPHI BBHIITOJTHEH CPABHU-
TEJIbHBI aHAIN3 CBETOIPEIOMIISIIOIIETO, CBETOYYBCTBUTEIIBHOIO U CBETOM3OJMPYIOIIErO armapara Ka-
MEPHBIX IJIa3 Ha3eMHOTO OPIOXOHOTOr0 JIeroyHoro Moutiocka Helicigona lapicida v yenoBeka. BbIsiBiIeHbI
CXOIICTBA M PAa3IMYMS B COCTABE allllapaToB I71a3, a TAKXKE CBOMCTBAX M (DYHKIIMSIX MX KOMIIOHEHTOB. [Toiy-
YeHHbIE JaHHbIE HEOOXOAUMBI JIJIsI CO3IaHMsI IIPEACTABIEHMS O GPIOXOHOTMX MOJUTIOCKAX KaK O MOIEIbHBIX
OpraHM3Max IJjIsI U3y4eHUsT PaOOThI 3pUTEIBHOI CUCTEMBI.

DOI: 10.31857/S0044459621030064

3peHrue — MHOTOYPOBHEBBIN IIPOLIECC, KOTOPBIi
OCYIIECTBJISIETCS 3pUTEIbHO CUCTEMOM 1 II03BOJISIET
oJIy4aTh MH(MOpMAaIIIo 00 oKkpyxaroiieM Mupe. Ha-
YyuHaeTcss B mepudeprudeckoM OTHENIE€ 3PUTEIbHOM
CHCTEMBI — I71a3aX — ¢ OPMUPOBAHUS N300 PpaAKEHUS
Ha ceTyaTKe, a TAaKKe C BOCIIPUSITUS, KOTUPOBAHUS 1
00paboTKM MHGpOpMALIMM B HEM W 3aKaHYMBAeTCs B
LCHTPAJILHOM OTJZIeJIe — KOpe TOJIOBHOTO MO3Tra —
NPUHATUEM PELIEHUSI O TOM, C KaKUM OOBEKTOM
BCTpeTWJIcst opraHusM (Xwrobemn, 1990). NM3yuarts pa-
00Ty 3pUTEIBHOII CUCTEMBI Ha MO3BOHOYHBIX YaCTO
TPYAHO IO TEXHUYECKUM IIpUYNHAM NI HEBO3MOXK-
HO Mo 3TUYeCKUM coobpaxkeHussM (Kannmen, 1982).
st uccaepoBaHU HEOOXOMMMEBI MOAEIBHBIE Opra-
HU3MBbI, KOTOPBIMU MOTYT CJIY>KMTh O€CIIO3BOHOYHEIE
XHWBOTHBIE — OproxoHorue Mostrocku (YepHopu3oB
u 1p., 2009; Chernorizov, Sokolov, 2010; Illenenena,
2013a, 2018a, 6; Shepeleva, 2018, 2019). Cpenu Gec-
MO3BOHOYHBIX OPIOXOHOTME MOJIIIOCKM — OJHA U3
HEMHOTUX TpYIIN, IIPEACTaBUTENIN KOTOPOl MMEIOT
KaMepHbIe IJIa3a, U IIepBas IpyIna, y IpeacTaBUuTe-
Jieli KOTOpOM KaMepHbIe Tjla3a MPUCIIOCOOJIEHbI K
3peHUIO B HA36MHOII cpele U IPU BHICOKOM YPOBHE
OCBEIIIEHHOCTH, TaK K€ KaK Y TUITMYHOTO MPeaCTaB1-
TeJisl HO3BOHOYHBIX — yeyoBeka (Shepeleva, 2019). ¥V
OPIOXOHOTHX MOJIJIIOCKOB, KaK 1 y 4eJoBeKa, HEKO-
TOpble KOMIIOHEHTHI KaME€PHBIX IV1a3 MJIM COCTaBJIsI-
IOIIME UX YaCTU (DOPMUPYIOT CelIATM3UPOBAHHbIE
anraparbl — CBETOIPEIOMIISIIONINII, CBETOYYBCTBH-
TeJbHBIN 1 cBeTon3oupytomuii (Illenenena, 20188, T,
2020, 2021). LeHTpanbHbIif OTOET 3pUTEIBHON CU-
CTEMBI 3TUX OECIIO3BOHOYHBIX MMEET OOIIUE IPUH-
LIAIIBI OpraHU3allMM C aHAJIOTMYHBIM OTIAEJIOM IIO-

3BOHOYHBIX (3aitieBa, 2000). B To Xe Bpems 3pu-
TeJIbHAsI CUCTeMa OPIOXOHOTUX MOJUTIOCKOB YCTPOEHa
3HauuTebHO Tipole (Land, 1981; Messenger, 1981;
Kanpen, 1982; 3aituena, 2000; Ilemenema, 2011,
2013a; Shepeleva, 2019). AHanu3 nuTEpaTyphl ITOKa-
3bIBACT, YTO M3Y4YCHUIO LICHTPAJILHOIO OTHOeNa 3pHu-
TEJILHOM CHCTEMbI OPIOXOHOTMX MOJUIIOCKOB ITOCBSI-
IeHO OoJblIe padoT, YeEM U3YYEHMIO Tepudepuye-
cKoro otaena. Mexmy TeM AajbHeiillee pa3BUTHUE
MpeACTaBJIeHUSI O OPIOXOHOTIMX MOJUIIOCKAaX, KaK O
MOMEIbHBIX OpraHU3Max IJisl U3y4eHUs pabOThI 3pr-
TEJIbHOM CHCTEMBI, TpeOyeT BBISIBICHUSI CXOICTB U
pazIMumnii MeXay IJla3aMy MOJIIIOCKOB M YeJI0BEKa.

Llens paGOTEI — CpaBHUTH CBETOIIPEIOMIISTIONINIA,
CBETOYYBCTBUTEIBHBIIA 1 CBETOM3O0JIMPYIOIIMIA aIlmna-
paThl KaAMEPHBIX TJ1a3 Ha3eMHBIX OPIOXOHOT'MX JIETOU-
HBIX MOJIJIIOCKOB U 4ejioBeKa. JIjist paboThl OBbLIT BhI-
opan Mmosumiock Helicigona lapicida (Linnaeus, 1758),
IJ1a3 KOTOPOTO MPUCHOCOOJIEH K 3pEHUIO B THEBHOE
BpeMSI IIPU BBICOKOM YPOBHE OCBEIIIEHHOCTH TaK XK€,
Kak a3 uestoBeka (Illenenena, 2006).

MATEPHAJIBI U METOJbI

MaTtepuaaoM IS UCCIIETOBAHUS CYKVIU B3pOC-
JIble OCOOM HAa3eMHOI0 OPIOXOHOIOro JIETOYHOIO
Mmosutiocka Helicigona lapicida (Linnaeus, 1758).
MonnockoB cobupanu Ha o. Dnanpa (LIserust) B
uioHe 2004 r., comepXaiaud B TeppapuyMe C IOYBOI
IMPY KOMHATHOM TeMIIepaType U eCTECTBEHHOM CBE-
TOBOM peXUMeE, KOPMUJIU JINCThSIMUA OAYBAaHYMKOB.
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cC

vb

int r on

€C

Puc. 1. CxeMatnyHOe M300pakeHUEe KaMEepHOro Ija3a
Helicigona lapicida. O603HaueHus: int — UHTETYMEHT, C —
poroBuiia, pu — 3paJdok, | — Xxpycranuk, vb — cTeKJI0BUI-
HOeE TeJlo, I — CeTYaTKa, ec — rjla3Hasl Karcyia, on — 3pu-
TEJIbHbIA HEPB.

B xauectBe Marepuana ISl CBETOBOI M TpaHC-
MUCCUOHHOM 3JIEKTPOHHON MUKPOCKOIUU HCIIOJb-
30BaJIM TJIa3HbIE IIyTajiblia MOJUIIOCKOB, adalTUPO-
BaHHBIX K TeMHOTe. lllymanbia mociienoBaTebHO
dukcupoBa B 2.5%-HOM pacTBOpe IITyTapOBOTO ajTb-
neruna Ha 0.1 M kakomwratHoM oydepe (pH 8.0) B Te-
yeHue 2 4 ipu 4°C u B 1%-HOM pacTBOpe TETPAOKCH -
Jla ocMUsI Ha ToM ke Oydepe B TeueHue 1 4 npu 4°C.
3areM MaTepual O0E3BOXMBAIN B CEpUU CITMPTOB
BO3pacTamIeil KOHIEHTpAIluU, MPOMUTHIBIN a0-
COJTIOTHBIM alleTOHOM, a TAaK3Ke CMEChIO 13 alleTOHA 1
CMOJIBI 1 3anuBanu cMooii. [TomyroHkme (2 MKM) 1
yabTpaToHKue (70 HM) cpe3bl Hape3aju ITpy ITOMOIIU
yneTpamukporoma V LKB 2088 (Leitz, I'epmaHust).
IMomyTonkue cpesnl okpammBaiu 0.5% -HBIM pacTBO-
POM TOJYMAWHOBOTO CHMHEro ¢ pobapjieHueM 1%-ro
KapOoHaTa HaTpusl M 3akJoyaid IoJ MOKPOBHOE
crekno. Cpe3bl M3yJald TIPW TIOMOIIHA CBETOBOTO
Mukpockorna Zeiss Axiophot (Carl Zeiss, I'epmanus) n
doTorpadrpoBai TIPU MOMOIIN HU(PPOBOIT KaMepbl
Olympus DP 50 (Olympus, fmonust). YabTpatoHKue
cpe3bl MMOC/IeI0BaTeIbHO KOHTPpACTUPOBaAIN 2% -HbIM
pactBopoM aretata ypaHa 1 0.1%-HBIM pacTBOPOM
mutpata cBuHOA. Cpe3bl M3yJad TP ITOMOIIN
TPAHCMMUCCHMOHHOTO  B3JIEKTPOHHOTO MMKPOCKOTIA
JEOL JEM-1230 (JEOL, SInoHus) u ¢potorpacdpupo-
BaJIx IIpY moMolu 1ndpoBoit kamepsl AMT-X100.

M3MepeHus mapamMeTpoB BBITIOJHSUIM Ha (OTO-
rpadusix cpe3oB mas. Ayt cpeqHX 3HaYeHII TOTydeH-
HBIX TAHHBIX PACCUNTBHIBAIM CTAHIAPTHOE OTKIIOHEHME
(JTakunH, 1990). PacueThl mapamMeTpoOB BBIMOJHSIIA MO
dopMymaM, IPUBEICHHBIM B paHee OIMyOIMKOBaH-
HbIX padotax (Land, 1981; Atchison, Smith, 2000;

JKYPHAJI OBLIEN BUOJIOTUU

Smith, 2000; Tang et al., 2010). [TapameTpsl, HE0OXO-
JIUMBIE JIJIST pacyeToB, U PacCYUTAHHbIE IapaMeTphl
npuBeIeHBI B Ta0. 1.

PE3YJIbTATBI 1 OBCYXIEHHUE

Obuee cmpoerue KamepHblx ena3
Helicigona lapicida u uenoseka

I'maza HazeMHOro OPIOXOHOIOro JIETOYHOIO MOJI-
mocka H. lapicida n yenoBeka mpMHaaIexaT K Ka-
MmepHomy Tulty. I'nmaza H. lapicida nmeloT ¢popmy cxka-
TOTO AJumuncoraa. s riaa3 yejaoBeKa OIMCAaHO TPU
¢dopMbl: chepuyeckasi, CKaTOro M BBITSHYTOTO 3JI-
nuricouna (Stone, Flitcroft, 2004). CpenHuii pazmep
rnas H. lapicida coctaBnsieT 189 MKM BIOJIb IEpeTHE -
3agHe ocu U 228 MKM BIOJb TOPU3OHTAJIbHOI OCcu
(IIenenena, 2006). CpemHWii pa3Mep IIa3 4yeIoBeKa
BIOJIb TIepemHe3amHeil ocu gocturaeT 22.0—24.8 MM
U BIOJb TOPU3OHTaIbHOM ocu — 24.2 MM (Bekerman
et al., 2014). Pasmep rna3 H. lapicida n 4enoBeka
BHOJb Kaxmoili ocu pasinuyaercd B 116.4—131.2 u
128.0 pa3 cootrBercTBeHHO. I'Na3za H. lapicida coctosit
U3 IIeCTU KOMIIOHEHTOB: 000I0YKM, 00pa30BaHHOM
pOTOBUIIEN M TIIa3HOM KaIICYJIOM; 3padyka (pUKCHUpO-
BaHHOTI'O IMaMeETpa; XpycTajluKa; CTEKJIOBUIHOTO Te-
JIa, OKPYXKaIOIIEeTro XpyCTaJIMK; HEMHBEPTUPOBAaHHOM
YEeTBIPEXCIOMHOM CeTYaTKd M 3pUTEILHOIO HepBa
(puc. 1) (Illemenena, 2006). ['1a3a yesoBeKa COCTOST
u3 10 KOMITOHEHTOB: 000JIOYKM, 0OpPa30BaHHOM PO-
TOBULIEN M CKJIEpOIi; mepenHeil KaMephbl, 3alIOJIHEH-
HOI BOISIHMCTOI BJIaroi; paay>KKu; 3padyka nepe-
MEHHOrO AuaMeTpa; 3aJHeil KaMephl, 3alI0THEHHOMN
BOISTHMCTOM BJIaroi; XpycTajimkKa, II0IBEeIIEeHHOIO Ha
IIMHHOBOM CBSI3KE; CTEKJIOBUIHOIO TeJjia, pacmlojio-
KEHHOTO 3a XpyCTaJIMKOM; MTHBEPTUPOBAHHOM IeCs-
THUCITOMHOM CEeTYATKN; COCYOINCTON OOOIOYKH 1 3pH-
TeabHOro HepBa (puc. 2) (Janunuues, 2009). Takum
o0pa3oM, KamepHble r1a3a H. lapicida v yesioBeka cy-
IIECTBEHHO pa3IndyaloTcs 1o padMmepy (0osee yeM B
100 pa3) u cTpoeHMIO, HO B TO Xe& BpeMsl colepxkKar
IIECTh ONMHAKOBBLIX KOMIIOHEHTOB — 000JIOUKY, 3pa-
YOK, XPYCTaJIMK, CTEKJIOBHIHOE TEJIO, CEeTYaTKy U
3pUTeNbHbINA HEPB. Y H. lapicida n yenoBeka poroBu-
11a, KOTOpasi BXOIUT B COCTaB 000JIOUKH, U XPYCTAINK
(GopMUPYIOT CBETONPEIIOMJISIONINIA armapar Ijas.
doTopelienTOpHbIe Y TMTMEHTHBIC KJIETKU, BXOMSI-
1€ B COCTAaB CETYATKM, OOpa3yloT CBETOYYBCTBU-
TEJIbHBII ¥ CBETOM3O0JIMPYIOLINIA anmapar Ijia3 CooT-
BeTCTBeHHO. Jlanee B pabdote y H. lapicida v yenoBeka
aHaAJIM3UPYIOTCS COCTaB 3TUX TPEX alllapaToB, a TaK-
K€ CBOMCTBA ¥ (DYHKIIMY UX KOMIIOHEHTOB.

Ceemonpenomasiowuil annapam KamepHbix enas
Helicigona lapicida u uenosexa

CBeTornpeJIOMJISIONIMI anmapaT KaMepHbIX TJia3
H. lapicida n 4enoBeka IpencTaBieH HECKOJIbKUMU
JIMH3aMU, KOTOPbI€ TPEJIOMJISIOT CBET U TPOBOAST
€ro K CeTYaTke, B pe3yJibTaTe Yero Ha cetyaTke ¢op-
Ne 3
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Taomma 1. HapaMeTpLI KOMITOHEHTOB CBETOIPECIOMJIIAIOIIECTO, CBETOYYBCTBUTCIIBHOIO M CBETOU3OJIMPYIOLICTO arlrapa-

Ta KaMepHbIX 171a3 Helicigona lapicida n yenoBeka

[MapameTp

Helicigona lapicida

YenoBek

Ccphutku

Pazmep 11a3a (repeqHe3amaHsIst X TOPU30HTATIbHAS OCh), MKM, MM

189 x 228

22.0—24.8 x 24.2

(Lerenena, 2006;
Bekerman et al., 2014)

CBETONPEIOMIISIIOIINI anmapat

TonmmHa TMH3BI, 00pa30BaHHO MHTETYMEHTOM U POTOBUIICH, 26 0.5 (Ilenenena, 2006;

Y POTOBUIIBI B IEHTPE, MKM, MM Hanunuyes, 2009)

Panguyc KpuBU3HBI NiepeHei/3aIHeil MOBEPXHOCTU JIMH3bI, 00pa- 136/110 7.7/6.8 (Lenenesa, 2006;

30BaHHOM MHTETYMEHTOM 1 POTOBUIICH, U POTOBUIIBI, MKM, MM Hanmmuyes, 2009)

ITokazaTenb peoMIeHUSI IMH3bI, 00pa30BaHHON MHTETYMEHTOM 1.4 1.376 (Atchison, Smith, 2000;

U POTOBULIEN, U POTOBULIBI Ilemnenena, 2006)

DdokycHOE pacCTOSTHUE JTUH3bI, 00pa30BaHHOM MHTEIYMEHTOM 542 31 (I'proccep, 1985;

Y POTOBUIIEH, U POTOBUIIBI, MKM, MM Ilenenena, 2006)

IMpenomistroiast cuiia JIMH3bI, 00pa30BaHHON MHTETYMEHTOM 2511.6* 43.05 (Janunuaes, 2009)

U POTOBUIIEH, U POTOBULIBI, AMTP

Pa3smep xpycranuka (HEaKKOMOIUPOBAHHBIII—aKKOMOAUPO- 143 < 99 3.6 X9.0—10 x 5.0 | (Ilemenena, 2006;

BaHHBIT), MKM, MM Janwnuyes, 2009)

Panuyc kpuBU3HBI TiepeaHeit/3aMHel TTOBEPXHOCTHU XPYCTATNKA 78/78 10/6.0—5.3/5.3 (I'proccep, 1985;

(HEaKKOMOIWPOBAHHBI—aKKOMOIUPOBAHHBII), MKM, MM Ilenenena, 2006)

OO01IMii moKasaTeJib MPEJIOMJICHUS XpyCTaJIMKa (HEaKKOMO/IM - 2.0% 1.414—1.424 (I'proccep, 1985)

POBaHHbII—aKKOMOJIMPOBAHHBIA)

I'pagueHT moKasaTeJist IPeJIOMJICHUS XpyCTalnKa — 1.386—1.406 (Atchison, Smith, 2000)

dokycHoe paccTosTHHE XpyCTaTnKa (HEaKKOMOIUPOBAHHbI— 205 69.91*—40.41* (LIenenesa, 2006)

aKKOMOJIMPOBAaHHBI), MKM, MM

IMpenomistiolas cuiia Xpycrainka (HeaKKOMOIUPOBAaHHBIN— 6585.4%* 19.11-33.06 (Janunuyes, 2009)

aKKOMOJIMPOBAaHHBI), ANTP

dokycHOe pacCTOsIHME CBETONPEIOMIISIIONIETO arrapara rjiaza 162 22.79—18.93 (Llemenena, 2006;

(HEaKKOMOAVPOBAHHbI—aKKOMOIUPOBAHHBII ), MKM, MM Hanunuyes, 2009)

IMpenomnsronasi cujia CBEeTOMPEJIOMIISTIOIIETO arriapara rjia3a 8333.3* 58.64—70.57 (Janwnmyes, 2009)

(HEeaKKOMOIMPOBAHHBI—aKKOMOIUPOBAHHBIA), ATITP

ITokasaTeb MpeTOMIIEHMST CTEKJIOBUIHOTO Tejla/BOASHUCTOMN 1.35/— 1.336/1.336 (Atchison, Smith, 2000;

BJIarA Gadl et al., 2004)
CBeTOUyBCTBUTEIbHBIN aImapar

JITMHa CBETOUYBCTBUTEIBHOM YacTh (hOTOPELIENTOPHBIX KIETOK 11/2.3/1.9/2.2 35 (Polyak, 1941;

MEepPBOro /BTOPOro TUIA U HAPYKHOTO CErMEeHTa KOJIOOUYEK, MKM Llenenesa, 2006)

JlnaMeTp MonepeyHoro CeYeHusI CBETOYYBCTBUTEILHOMN YaCTU 8.0/5.0/2.5/2.0 1.0 (Polyak, 1941;

¢ oTopeLIeNTOPHBIX KJIETOK IIEPBOro/BTOPOrO TUIIA U HAPYXK- Ilemnenena, 2006)

HOTO CerMeHTa KOJ004YeK, MKM

JnameTp MUKPOBUUT (DOTOPELIENITOPHBIX KIIETOK TIEPBOTO/BTO- 0.07/0.1/0.1/0.1 15 (OctpoBckuii, 1978;

POTo TUIIA Y TOJIIIMHA MEMOpPaHHBIX TUCKOB KOJI00UYEK, MKM, HM Ilemnenena, 2006)

PaccTosiHre MexX1y OCHOBaHMEM U BEPUIMHOM BBIMTYKJION anu- 2.65 £ 0.71%/ —

KaJIbHOI TTOBEPXHOCTH TeJT (POTOPELIENITOPHBIX KIJIETOK IIEPBOTO 0.49 + 0.12%/

TUTa/OCHOBAaHUEM U KPasiMU BOTHYTOM alTMKaJIbHOM TOBEPXHOCTH 0.86 £ 0.12*%/

TeJ1 (DOTOPELEIITOPHBIX KJIETOK BTOPOIO TUIIA (COOTBETCTBYET CTe- 1.05 £ 0.08*

MEHU MOTPY>KEHUS B IUTMEHTHBII CJIOM CETYaTKM), MKM (n=28/5/5/5)

PaccrossHue Mexxay LIeHTpaM# coceTHNX (POTOpEeeNTOPHBIX 11/10/13/6 1.5 (Polyak, 1941;

KIJIETOK HepBOFO/BTOpOrO TUIla U KOJ'I60‘{GK, MKM

Ilenenena, 2006)

IIpocTpaHcTBeHHAs pa3pellaollas ClocooHOCTb hoTopeLern-
TOPHBIX KJIETOK ITEPBOT0/BTOPOTO THIIA M KOJIOOYEK (HEaKKO-

MOIUPOBAaHHBII—aKKOMOINPOBAHHBI), paz[_1

8.5/9.5/7.2/15.8

8681*%—7363*

(Ierenena, 2006)

XYPHAJI OBIIIEM BUOJIOTUMU  Tom 82  Ne 3
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Taomuma 1. OxoHuaHue

IMapameTp Helicigona lapicida Yenosek Ccblku
CBeTOM30JIMPYIOLIMIA arlapaT

JnameTp anmmKaaIbHOM TTOBEPXHOCTH TeJT TMTMEHTHBIX KIIETOK, MKM 1.08 £ 0.62* 14 (Cavallotti, Schveoller,
n=17) 2008)

YHMCII0 KOPOTKUX alTMKaJIbHbIX OTPOCTKOB ITUTMEHTHOM KJIETKH 2.0-5.0* 3.0-7.0/30—40 (AdanacweB u ap., 2012)

U JUTMHHBIX alTUKAJIbHBIX OTPOCTKOB MUTMEHTHOM KJIETKU

BOKPYT TMaJIOuKU/KOJIO0UKU

JuaMeTp KOPOTKUX alMMKaJIbHbIX OTPOCTKOB MUTMEHTHOMI 0.09 + 0.03* —

KJIETKU U JJIUHHBIX alIMKAJIbHBIX OTPOCTKOB MTUIMEHTHOM (n=21)

KJIETKM BOKPYT MaJlOuKU/KOJIOOUKU, MKM

JInMHAa KOPOTKUX allMKaJIbHBIX OTPOCTKOB IMTUTMEHTHOM KIIETKI 0.46 = 0.08* 3.0/5.0-7.0 (Cavallotti, Schveoller,

W IJIMHHBIX alTUKaJIbHBIX OTPOCTKOB IIMTMEHTHOM KJIETKU (n=13) 2008)

BOKPYT MaJIOUKU/KOJIOOUKH, MKM

Pasmep MUrMeHTHEBIX TPaHyJl, MKM 0.2—0.8 1.0 x 2.0-3.0 (Cavallotti, Schveoller,

2008; lenenena, 2017)

TonmuHa MUTMEHTHOTO CJIOST CETYATKU, MKM 27.1 £0.98* 12 (Cavallotti, Schveoller,

(n=Y5) 2008)

IIpumeyanue. * — mapamMeTpbl U3MEPEHBI WIM pacCUYMTaHbl aBTOPOM Ha OCHOBE TAHHBIX M3 yKa3aHHBIX paboT. Bce mapamerpsl ¢hoTo-
peLIeNTOPHBIX U TUTMEHTHBIX KJIETOK JaHbI IS LIEHTpaIbHOI objacTu cetyatku y H. lapicida v oBeostbl y yestoBeka.

MUpPYIOTCSI M300paXeHUs OOBEKTOB OKPYXKAIOILIEH
cpensl (Atchison, Smith, 2000; Illenenesa, 2006; J1a-
Hutmaes, 2009).

Y H. lapicida xamepHBIe TJIa3a pacIoONIOXEeHBI Ha
BepIIIMHAX Mapbl COKPATUMBIX IIIyTIaJIell IO UHTETy-

Puc. 2. CxeMatnuHOe N300paXkeHue T1a3a yejioBeka (11o:
I'proccep, 1985, c usmeneHusiMu). O603HAYEHMS: C — PO-
roBM1Ia, a — MepPeIHsIs Kamepa, i — pagyXKa, pu — 3paqyok,
p — 3amHss Kamepa, | — XxpycTanuk, 1z — IMHHOBA CBsI3Ka,
vb — cTeKJIOBUIHOE TeJlo, I — ceTdarka, f — cosea, ch —
cocyaucTasi 000JI04Ka, S — CKJepa, on — 3pUTEIbHbIA
HEpB, NS — Ha3aJbHasi CTOPOHA, ts — TeMITOpaJibHasT CTO-
poHa.

JKYPHAJI OBLIEN BUOJIOTUU

MEHTOM, KOTOPBIII MMEET MCKPUBIEHHYIO ITOBEpX-
HocTb. [ToaTtomy y H. lapicida iepBbIM KOMIIOHEHTOM
CBETOIPEJTOMJISIIONIETO alliapaTa rjiaza siBJaseTcsl MH-
TETYMEHT, TOTJa KaK IPYTMMU KOMIIOHEHTAMU —
CTPYKTYpPHI INa3a — poroBulia 1 xpycraiauk (Illeme-
nesa, 2006). OmHaKo y GPIOXOHOTUX MOJIJTIOCKOB UH-
TeTYMEHT W POroBUlla — JIMH3bI, KOTOPbIE UMEIOT
OIMHAKOBBIN MTOKa3aTeJib NPeJIOMJICHUS 1 BIUIOTHYIO
npuiieraloT apyr K apyry (Gaél et al., 2004). CnenoBa-
TeJIbHO, UHTETYMEHT U POTOBUILY MOXKHO paccMaTpU-
BaTh KaK OAHY JIMH3Y, a CBETOIPEIOMJISIOIINIA aIlIia-
pat rna3a H. lapicida xax cocTOSIIINIA U3 ABYX JIUH3:
JIMH3BI, 00pa30BaHHON MHTETYMEHTOM W POTOBULICH,
n xpycraymka (puc. 1) (Illenenesa, 2006). Csero-
MPeJIOMJISIIONIVI aIlIapar rjias3a yejoBeKa IpeacTaB-
JIEH OBYMsl JIMH3aMU — POTOBUIEH U XPYCTaIUKOM
(puc. 2) (Atchison, Smith, 2000; Januauues, 2009).
V H. lapicida 0o6e TMH3BI UMEIOT IMOCTOSTHHYIO IIpe-
JJoMJIsonyo cuiay. Tak, paccuuTaHHash BeIUMYMHA
MPEJIOMIISIIONIEH CUJTBI JIMH3bI, 00pa30BaHHOI MHTE-
TYMEHTOM U POTOBHUIIEi, cocTaBiisieT 2511.6 mmTp,
XpycTanmnka — 6585.4 aritp (tabm. 1). Y yenoBeka po-
TOBUIIA UMEET ITOCTOSHHYIO IIPEJIOMIISIONIYIO CUILY,
TOTHA KaK XPYCTaIUK — IIEPEMEHHYIO, ITOCKOJIbKY
CIIOCOOEH K aKKOMOJIAlIMM, B IIPOIIECCe KOTOPOI Me-
HSIIOTCSI ero ¢opMa U pasMep, a Takxke ¢opma mnpe-
JIOMJISTIOIIIMX TTOBEPXHOCTEN U paguyCc UX KPUBU3HBI
(Atchison, Smith, 2000; Janunnues, 2009). Tak, Be-
JIMYMHA TIPEJIOMJISIIONIEH CHIBI POTOBUIIBI JOCTUTACT
43.05 gnTp, IpeOMISIOMEN CUIBI XpyCTalIMKa Ba-
peupyet ot 19.11 mo 33.06 onrp (ta6a. 1) (JaHunnyes,
2009). VY H. lapicida npenoMJisitoliasi cujia JUH3bI, 00-
pa30BaHHOM MHTETYMEHTOM U POTOBUIICI, MEHbIIIEC
IpeJIOMJISIIONIECH CHIIBI XpyCcTalvKa. Y yejloBeKa, Ha-
000pOT, MpeIOMJISIONIAsl CHIa POTOBUIIBI IIPEBOCXO-
IUT TaKoBYIO xpycTtanuka. [Toatomy y H. lapicida no-
Ne 3
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MUHUPYIOIIMM TIPEJIOMJISTIOIITAM KOMITOHEHTOM B
COCTaBe CBETOMPEJIOMJISIIONIETO armnapaTa rjia3a siB-
JISIETCSL XpYyCTaJlMK, y 4eloBeKa — poroBulia (Atchi-
son, Smith, 2000; Janwinues, 2009).

MurterymenT y H. lapicida mokpbiBaeT poroBuily,
kotopas y H. lapicida v yenoBeka siBisieTCs MEHb-
IIUM TIEpeIHUM OTIEJIOM OOOJOYKHU TJia3; UHTEry-
MEHT COBMECTHO C POTOBUIIEH BHITTOTHSIIOT 3aIIIUTHYIO
(YHKIIMIO IO OTHOLIEHUIO K XpycTanuky. JInH3a, 00-
pa3oBaHHAasI UHTETYMEHTOM W poroBuiieit y H. lapici-
da, v poroBu1ia y 4ejioBeKa MpeCcTaBsIIOT COOO0I BbI-
MyKJI0-BOTHYThIE TPO3pavyHbie U OECIIBETHBIC JTUH3HI.
Y H. lapicida poropuiia mMeeT NoaycdeprudecKyio
dopmMy npenoMIIIOIUX TOBEPXHOCTEN, Y YeIOBEKa
— acdepuueckyro @Gopmy, KOTopasi CIIOCOOCTBYET
CBEAEHUIO MapakCHUaAIbHBIX U MepudepruiecKux Jy-
yeil K obiieMy (hOKycy U TeM CaMbIM OCJIabJICHUIO
chepuueckoit abeppanuu riaza (Doggart, 1959;
Land, 1981; Atchison, Smith, 2000; ILleneesa, 2006;
Hanunuues, 2009). [TokazaTeab MpeJOMIIEHUS pOTO-
Bullbl y H. lapicida ne onpeneiieH. Y Ipyrux BUIOB
OPIOXOHOTUX MOJUIFOCKOB HapaBHE C MHTETYMEHTOM
ero MIpUHUMaIOT paBHbIM 1.4, y yejioBeKa OH COCTaB-
qgser 1.376 (ta6n. 1) (Atchison, Smith, 2000; G4l
et al., 2004). Uuareryment y H. lapicida cocrout us
SMUIEPMUCA, KOTOPbI 00pa3oBaH OIHUM CJIOEM
SMUTEINATBHBIX KJIETOK, JieXallluXx Ha 0a3alibHOit
MeMOpaHe, U IepMbl; pOroBHIla 00pa3oBaHa OJHUM
CJIOEM BIIUTEINATBHBIX KJIETOK, PACTIOOKEHHBIX Ha
6aszanbHo MeMOpaHe (Lllemenena, 2006). B poroBu-
1I€ YeJIOBEKAa pa3jinyaloT IIECTh CJIOEB: MTOBEPXHOCT-
HBII cTOif, 0Opa30BaHHBI MHOTOCJIOWHBIM SITUTE-
JIUeM; TIEpEIHIOI0 TIOTPaHUYHYI0 MEMOpPaHY; CTPOMY,
MPEACTABISIIOLIYI0 COOOM COENUHUTENIbHYIO TKaHb;
cyoi JItoa — TOHKM1 BBICOKOIPOYHBIN CI0I KoJuia-
reHa; 3aJHIOI0 ITIOrpaHUYHYI0 MEMOpaHY; CJIOK SHIO0-
TeIUaNbHBIX KJIeTOK (Atchison, Smith, 2000; Janu-
mmues, 2009; Dua et al., 2013). buoxumuyeckuii co-
ctaB poroBullbl H. lapicida Tak Xe, KaK IpyruX BUIOB
OpIOXOHOTMX MOJUTIOCKOB, HEU3BECTE€H, I103TOMY
CPaBHUTb €r0 C OMOXUMUYECKUM COCTAaBOM POTOBU-
1IbI YeJI0BeKa MoKa He MPeACTaBIsSIeTCs] BO3MOXHBIM.
Tem He meHee poroBulia H. lapicida nomxHa conep-
KaTh KPUCTAJUIMHBI. KpucTa/uIMHBI TpeacTaBisioT
co0oi1 ceMeiicTBa OEIIKOB, KOTOPBIE BXOASAT B COCTaB
POTOBUII U XPYCTAJIMKOB BCEX MCCAECAOBAaHHBIX BUIOB
0ECNO3BOHOYHBIX U MO3BOHOYHBIX, TJ€ CO3Ial0T U
MOJIEPKUBAIOT MPO3PAYHOCTh JIUH3, TPAAUEHT TO-
KazaTesl MpeJoMJIeHUsT XpyCTaauKoB, a TakxKe I0-
JIOLIAIOT BpelHoe s TJ1a3 yJabTpaduosieToBoe U3-
snydyenue (Piatigorsky, 1998). KpucrajuimHbl npucyt-
CTBYIOT M B POTOBHIIE 4YejoBeKa, KOTOpas TaKxke
COJEPKUT BOMY, Apyrve HeoOpraHMYeCcKue U OpraHu-
yeckue coeqnHeHus 1 BemecTBa (Piatigorsky, 1998).
M3BecTHO, YTO coliep>KaHue BOAbI B TKAHU, KOTOpas
XOpOIIIO TIOrjIolaeT WH(pakpacHoe U3IyYeHUe,
KOppeJIUPYeT C ee nmokasarejeM NpeoMIIeHUs U Ha-
o6opot (Remé et al., 1996; Tuchin, 2015). Y yenoBeka
poroBulia coAaepKUT B cpeaHeM 78% Bonbl (Taylor
et al., 2015). Ycxons n3 conep:KaHUs BOOLI B POTOBU-
11e U XpyCTaIMKe YeJoBeKa, a TAaKXKe BeJIMUYUHbI TTOKa-
3aTesisl MPeJIOMJIEHUS POTOBMIIBI U XpyCTalUKa yesio-
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BeKa u poroBulibl H. lapicida, MOXHO IIpeaIiono-
KUTh, 4TO MOCJEAHSIS COOEPKUT Ooiiee 60, HO MeHee
70% Bonbl. Porosunia H. lapicida, HapaBHe C pOrOBH-
LIaMU JPYTrUX OECMO3BOHOYHBIX U MO3BOHOYHBIX, C
GOJIBIIION JOJIe BEpOSTHOCTH CITOCOOHA ITOTIOINIATh
YIBTpadUOIeTOBOE U3TYyIeHHUE C ITMHAMMI BOJIH KO-
poue 300 HM, a Takke MHMpaKpacHOE MU3TydeHUE
(Douglas, Marshall, 1999). ¥V uyenoBeka porosulia
ITOJTHOCTBIO TTOTJIONIAET YIbTPAdUOIETOBOE U3JIIyde-
HHe ¢ JarnHaMU BoH Kopoue 300 HM 1 nHGpakpac-
HOe M3JIy4eHHWe ¢ UIMHAMU BOJH mimHHee 2500 HM
(Boettner, Walter, 1962).

Xpycranuk y H. lapicida nexxut B HEeIOCpPEACTBEH-
HOM OJIM30CTU OT POTOBUIILI U CETYATKU U 3aHUMAET
BCIO MOJIOCTH IJla3a, y YeJioBeKa HaXOAUTCS Ha pac-
CTOSTHUM OT POTOBUILIBI M 3aHMMAET He3HAYUTEIbHYIO
4acTh OJOCTH IJIa3HOTO s1010Ka. XpycTanuk H. lapi-
cida 1 4enoBeKa — IBOSIKOBBINMYKJIAsI ITPO3padHast
JIMH3a CPaBHUTEJIBHO MSTKON KOHCUCTEHIIMU U pa3-
HOWM oKpallleHHOCTU: OecuBeTHast y H. lapicida n
OJIemHO-3KeITasl y yeJoBeKa, Oaromapst 4eMy ocirao-
JISIET BJIEKTPOMarHUTHOE U3JIydeHue (pUoJIeTOBO-CU-
Hell 9acTu CIIeKTpa U, CIAeOOBaTeIbHO, XpoMaTH4de-
cKylo abeppauuio rinaza (3ak, OctpoBckuii, 1995;
Atchison, Smith, 2000; IllerteneBa, 2006; Weeber
et al., 2007; Janwauuaes, 2009). ¥V H. lapicida xpycra-
JIMK UMeeT (POpMY CKATOI'o IJUIUIICOMIA, a €r0 Ipe-
JIOMJISIFOIIIYIE€ TIOBEPXHOCTU — aceprIecKyro hopMy
(Ienenena, 2006). Y yenoBeka B MOKOE aKKOMOZA-
U XPYCTAIMK UMeeT (DOPMY CXKATOTO IJIUIICONAA C
VIUIOLLIEHHOM TIepeaHEN M BBIIYKJION 3agHEN TIO-
BEPXHOCTSIMU, KPUBU3HA KOTOPBHIX YMEHBIIIACTCS OT
IEHTPAILHOM 30HBI K IepudepuuecKoi, Torna Kak
MpU MaKCHUMaJbHOM HaMNpPsSDKEHUM aKKOMOJAIUU
XpYyCTaJIMK CTAHOBUTCSI OKPYTJIBIM, a 00€ ero IoBepX-
HOCTU — 0oJjiee BBIMYKJIBIMUA Y PaBHOW KPUBU3HBI
(Atchison, Smith, 2000; Januauues, 2009). Xpycra-
kK H. lapicida He nMeeT 000JIOYKU U XapaKTepU3y-
€TCsI 3ePHUCTOM CTPYKTYpOii, KOTopasi 0OycCIOBIeHA
€r0 CeKpPEeTOPHBIM IpoucxoxaeHneM. PaccuntanHas
BeJIMYMHA TTOKAa3aTeIsl MPeJIOMIICHUS XpycTaanuKa co-
craBiszeT 2.0 (Taba. 1). OHa 3HAYUTEIBHO IIPEeBhIIIA-
€T MaKCUMaJIbHO BO3MOXHYIO BEJIMUMHY MTOKa3aTeIs
MIpeJIOMJICHUS KPUCTAJUIMHOB XpycTaankoB — 1.530
(Land, 1981). 3HauuTesibHOE pPaCcXOXIEHUE B BEJIU-
YUHE ToKa3aTesei MpeJoMIeHUS YKa3blBaeT Ha MPU-
cyTcTBHE B XpycTtanuke H. lapicida rpamneHTa 1moka-
3aTresisl IpeaoMiieHus1. Takke 0 HEM CBUAETEJILCTBY-
IOT OTYETIMBBIC M300pakKeHMsI TECTOBEIX OOBEKTOB,
¢dopMupyeMble H30JMPOBAHHBIMU XPYCTUIMKAMU
mosumiocka (Ilemnenesa, 2006). I'pagueHT mokasartesist
MpeJIOMJIeHMS JIMH3bI, KaK U ee acepudecKas I1o-
BEpPXHOCTb, CIIOCOOCTBYET oOcJjabJieHUIo cdepuye-
ckoii abeppauuu rasza (Land, 1981). B xpycrannke
yeJioBeKa pasfiMyaroT KarlCylly; CJIOH 3MuTeadaib-
HBIX KJIETOK Ha BHYTPEHHEH IIepeaHeit ITIOBEPXHOCTU
KaIlCyJibl M BEIIECTBO XpyCTaJlMKa 13 BEPETCHOBUII-
HBIX 2MUTEINAJbHBIX KJIETOK. ITocienHue oOpa3yioT
CJIOM pa3HOH IJIOTHOCTU C IEPEeMEHHBIM IOKa3aTe-
JeM mpenomiaeHuss — ot 1.386 Ha mepudepun mo
1.406 B ueHTtpe (Tabi. 1) (Atchison, Smith, 2000; J1a-
HuaeB, 2009). buoxumuyeckuii cocTaB XpycTaaruKa
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H. lapicida n npyrux BugoB OPIOXOHOTHUX MOJIUIIOCKOB
He oIpenesieH, IO3TOMY CPABHUTD €r0 C OMOXUMUYE-
CK1M COCTaBOM XpYCTa/IMKa 4YeJI0BeKa IT0Ka He IIpe/I-
CTaBJISIETCSI BOBMOXHBIM. OHAKO Ha MPpUMEpPE ABYX
BUJIOB MOPCKMX OPIOXOHOTMX MOJITIOCKOB ITOKa3aHO,
YTO XPYCTAIUK COIEPKUT KPUCTAJIMHBL M MOXET CO-
JIepxXaThb TIMKOo3aMUHoMKaHbl. [locnenHue mipu-
CYTCTBYIOT B XpYyCTaJIMKe YeJIOBeKa, KOTOPHIN TakKKe
COJIEPKUT BOAY, APYTUe HEOPraHMYECKUE U OpraHu-
yeckne coenmHeHus u BemectBa (Cox et al., 1991;
Katagiry N., Katagiry Y., 1998; Piatigorsky, 1998).
CopepxaHue BOAbI B XpyCTaJlMKe YeJoBeKa COCTaB-
JIsieT mpuMepHo 69% Ha nepudepnu u 63% B LIeHTpe
(Fisher, Pettet, 1973). Bricka3aTh MpearogoKeHue o
collepXaHuU BOIbl B Xpyctranuke H. lapicida Ha oc-
HOBaHUHM BEJIUYMHBI MOKa3zaTessl IPEJIOMJICHUS HE
MpPEeICTaBISIETCSI BO3MOXHBIM, ITOCKOJILKY BEJIMYMHA
9TOr0 mapaMeTpa He u3BecTHa. M3MepeHHasT Benu-
YMHa TToKa3aTesl IPeJIOMJIEHUSI XpYCTaTMKOB HEKO-
TOPBIX BUIOB MOPCKUX OPIOXOHOI'MX MOJLIIOCKOB Ba-
pbUPYET B HalpaBJICHUHU OT IMepudepun K lIeHTPY OT
1.40 mo 1.51 vt ot 1.40 o 1.45 (Hamilton, 1991). I1o
CPaBHEHUIO C MOPCKMMM MOJUIIOCKAMU XPYCTaJIUK
H. lapicida nmeer 0Gojiee MSITKYI0 KOHCUCTCHIIMIO,
CXOXKYIO C TAKOBOM XpycCTainKa uyenoBeka. Mi3BecTHO,
YTO KOHCHUCTCHLIVS JIMH3bI KOPPEIUPYET C BEINYU-
HOI1 moKa3zaTeJlsl IPeIOMJIEHUSI M, COOTBETCTBEHHO,
conepxanueMm Bonel B Heil (Land, 1981). IToaTomy
MOXHO MpPEANOJIOXUTh, YTO COAEpXKaHUE BOIBI B
xpycranuke H. lapicida cxoxe ¢ cogep:KaHUEM BOIIbI
B XpycTajuke yejioBeka. Y H. lapicida, HapaBHE C
IPYTMMH OECIIO3BOHOYHBIMM 1 TO3BOHOYHBLIMU,
XPYCTaJIUK C OOJIBIION JOJIE BEpOSITHOCTU CITOCOOEH
MOIJIOLIATh YABTPadrOJIeTOBOE U3IyYeHNE C AINHA-
MU BostH Kopoue 300 HM, a TakKe MHPpaKpacHOe 13-
aydeHue (Douglas, Marshall, 1999). ¥ yenoBeka xpy-
CTJIMK MOJHOCTBIO TOTJOIIAeT YabTpadroseToBoe
U3JIydeHUE C JIUHaMU BoJH kKopoue 300 HM U UH-
dpakpacHoe MU3IyYeHHe C AJIMHAMU BOJIH IJIMHHEE
1900 um (Boettner, Walter, 1962).

V H. lapicida cBeTOTIpeIOMIISIIOLIMIA arIapar Ija3a
CO3[aeT OTUYETIINBOE N300pakeHre Ha CBETOUYBCTBHU -
TEJIbHOM CJIO€ TPeX M3 YeThIpeX BUIOB (poTOperern-
TopHBIX KJIeToK (Illenenena, 2006). Y uemoBeka B Io-
KOe aKKOMOJAalluM, B 3aBUCHUMOCTH OT IIOJIOXKEHMUS
riaaBHoOro ¢okxyca Io OTHOIIECHUIO K CeTYaTKe, pa3-
JIMYAIOT ABa BUAA KIIMHUYECKOMN pedpakiinm: SMMET-
ponuio — copa3MepHyIo pedpaklivio, Korma AIuHa
nepemHe3agHE OCH I71a3a COBHANAET C IJIMHOM (o-
KYCHOTO PacCTOSIHUSI €r0 CBETOITPEIOMJISIONIETO ar-
napara 1 (POKyC pacIiojiaracTcsi Ha ceTdaTke; M aMeT-
ponuIo — HeCcopa3MepHYIO pedpakiinio, Koraa (hokyc
pacriojiaraetcs 3a npeneaaMu cetdatku. [locnenHss
OBIBaeT TPeX BUIOB: MUOIINSI, IIPY KOTOPOI Iyun ¢o-
KYyCHPYIOTCS IEPe] CETUYaTKOM ; TUIIEpMETPOIINS, TIPU
KOTOpPOI J1yur (hOKYCHUPYIOTCSI 3a CeTYaTKOIT; acTUIMa-
TH3M — pa3jnyue B MPEIOMJISIONICI CUIe POTOBUIIBI
W/WIW XpyCTaJvKa BO B3aUMHO MEPIEHINKYJISIPHBIX
MepuanaHax, IIpu KOTOPOM o0pasyeTcs aBa (pokyca
(Hanunuyes, 2009).

Takum o6pa3om, CBETONPEIOMIISIONINIA arIiapat
KaMepHbIX a3 H. lapicida n 4enoBeka COOEpXKUT
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0OJIBbITIE OMMHAKOBBIX KOMITOHEHTOB, KOTOPHIE MMe-
10T OOJIbIlIEc OIWHAKOBBIX CBOWCTB M BBITIOJHSIIOT
0oJIbIlIe OOMHAKOBBIX (DYHKIIMI (Ta0II. 2).

CeemouyscmeumenbHblil annapam KamepHuix ena3
Helicigona lapicida u uenoeexa

CBeTOYYBCTBUTENIBHEIN aIllapaT KaMepHBIX IJIa3
H. lapicida n yenioBeka 06pa3zoBaH (OTOPELIENTOPHBIMU
KJIeTKaMM, KOTOPBIE MOTJIOIIAIOT 3JIEKTPOMAarHUTHOE
W3TydeHre B BUIUMOI YacTH CTIEKTpa U IpeodpasyloT
€ro SHEPTUIO B HEPTUIO HEPBHBIX UMMYJIbCOB (XbIO-
6en, 1990).

Y H. lapicida doTopeliennTOpHbIE KJIETKU Mpem-
CTaBJICHBI OTHUM LIMTOJIOTUYECKUM TUIIOM — MUKPO-
BWUISIPHBIM U ABYMSI MOP(OJIOTMYECKUMU TUTIAMU —
IEepBBIM U BTOPEIM. B cBOIO ouepenb, KIETKI IIEpPBOro
TUIIA TIPEICTaBIEeHbI OMHUM BUJIOM, KJIETKU BTOPOIO
THIa — Tpems Bugamu. PoTopelenTopHble KIETKU
COCTOSIT U3 CBETOYYBCTBUTEIBHOI YacTH, Tejla U aK-
coHa. KieTkm miepBoro Tumna xapaKTepU3YIOTCS
JUIMHHBIM W IIUPOKMM IYYKOM MUKPOBWJLI IIOJIY-
cepuueckoit opMBl Ha BBIMYKION aruKajlbHOMN
MOBEPXHOCTH, KJIECTKM BTOPOTrO TUIIA — 3HAYUTEIILHO
0oJjiee KOPOTKUM 1 Y3KMM ITY4KOM MUKPOBUILI IIPU-
0IM3UTEIbHO TaKoi e ¢OpMbl Ha BOTHYTOI aIu-
KaJIbHOI MOBEPXHOCTH. Tpu BuIa KJIETOK BTOPOIO
TUIIA pa3IMyaloTCsI MEeXIy COOOM IMHOM U TuaMeT-
pPOM ITyYyKa MUKPOBMJII, a TAKXKE CTEIIEHbIO BOTHYTO-
CTU alMKaJbHOI1 moBepxHocTH (Tad. 1) (Illenenena,
2006). Y genoBeKa (hOTOPEIETITOPHBIE KIIETKN TaKKe
MpPEeACTaBICHbI OMHUM IIUTOJIOTMYECKUM TUIIOM — I~
JIMAPHBIM — U IBYMsI MOP(OJIOTMYECKUMU TUTIAMU —
najjoukaMu 1 Koyooukamu. [1ajmouku rmpeacTaBiIeHbI
OJHUM BUAOM, KOJIOOUKM — TpeMs BUugaMu. [1amouku
M KOJIOOUKM COCTOSIT M3 CBETOYYBCTBUTEILHOIO Ha-
PY>XXKHOI'O CerMeHTa, KOTOPHBIii 00pa30oBaH CTOIIKAaMU
MeMOpaHHBIX AVWCKOB, COCNUHUTEIbHON PECHUYKH,
BHYTPEHHETO CETMEHTA, SIIePHOI YaCTU Y CMHANTU-
YecKOo 00jlacTh ¢ HelipoHaMu BTOPOTO IIOpsIKa.
I[Tanouky MMEIOT HIWHHBIA M TOHKUI Hapy>KHBINA
CerMeHT HWJINHAPUYECKON (POPMBI, KOTOOUKU — 00-
Jiee KOPOTKUI U TOJICTBII HAPYKHBIA CETMEHT KOHUYE-
ckoii ¢opmbl (Tabn. 1) (Xewoben, 1990; JlaHnimues,
2009). YV H. lapicida poTopeLienITOpHEBIE KJIETKU TEep-
BOTI'O THUIIa UMEIOT 00JIee BBICOKYIO YYBCTBUTEIIBHOCTh
K CBETY, UeM KJIETKH BTOPOIO TUIIa, HO 00a TUIIa KJIe-
TOK HMEIOT HM3KYI0 YYyBCTBUTEJIHLHOCTb U MOTYT
¢dyHKIIMOHMpPOBaTh Npu THeBHOM ocBelieHnu (Ille-
nesieBa, 2006). Y yejgoBeKa MajJoO4YKH MMEIOT BBICO-
KYI0 9YBCTBUTEIBHOCTh M pabOTaOT P HOYHOM U
CYMEPEYHOM OCBEIIIEHNUM, a TakKXXe C MeHbIIei a¢-
(EeKTUBHOCTBIO — IIPU JHEBHOM OCBEIICHUM, TOTIA
KaK KOJOOYKM MMEIOT HU3KYIO YYBCTBUTEJIbHOCTD U
paboTaloT IpU AHEBHOM M CYMEPEUYHOM OCBEICHUU
(HanummueB, 2009; Tikiji-Hamburyan et al., 2017).
V H. lapicida nipypona 3pUTEIbHOrO MUTMEHTa HeE
omnpejelieHa 1 CIieKTpajbHas 9yBCTBUTEIbHOCTD (hO-
TOPEUENTOPHBIX KJIETOK Tj1a3a He olleHeHa. OIHaKo
WCCJIeNOBaHUS, BEIIOJHEHHBIE IIPU IIOMOIIM Pa3HBIX
METO/IOB Ha APYruX BHUJIax OPIOXOHOTHX MOJUTIOCKOB,
Ne 3
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Tabauma 2. CxoacTBa U pa3inyurs MeXIy CBETOIPEIOMIISIIOIIMM, CBETOUYBCTBUTEIbHBIM U CBETOU30JIMPYIOIIAM arima-
paToM KaMepHbIx a3 Helicigona lapicida n yenoBeka

CocraB, cBoiicTBa U (yHKIIMY KOMITOHEHTOB CxonactBa (+) u paznuaus (—)

CBeToIpeIOMIISIONINI arapar
Cocmas
HuTterymeHT —
Porosuna +

_|_

XpycTajiuk
JIuH3a, o6pa3zoBaHHAast MYHTETYMEHTOM U POTOBULIEH, 1 POrOBULIA
Ceoiicmea
PacrnionoxeHnue
Pasmep oTHOCUTENILHO pa3Mepa 000JI0UYKH TJ1a3a
Bun nuH3E
I1po3pauHocTh

+ o+ + o+

IMurmenranusa

dopMa NpeToOMIISIONINX TOBEPXHOCTE M

+

IToka3zaTenb mpeJIOMISHUS

CrpoeHue

Dyuxyuu
CaeTomnpeJioMsionast
CBeTonpoBOOsIIAs

+ + +

3amuTHas
OcnabaeHue cepudyeckoii abeppaliuu —

+

Ceetodunbtp mig YO- u UK-usnydeHus

XpycTanuk

Ceolicmea
PacrionioxxeHue B IJ1a3HOM MOJIOCTH —
Pa3Mmep oTHOCHTEIbHO pa3Mepa Tjias3a -
Bun nuH3bI +
IIpo3pauHocTh +
KoHcucreHuus +
IMurmeHTaLust —
dopma +/—
dopMa NpeToOMIISIONINX TOBEPXHOCTE I +
CrpoeHue —
ITokazarenb IpeIOMICHUS —
['panueHT TToKas3areJsisi IpeIOMJICHUST +

Dyuryuu
CaeTorpeIoMIIsTIonIast +
CBeTonpoBoasIas +
OcnabjeHue XxpoMaTuiecKou abeppaluu
YyacTue B akKkoMoIarun —
Ocna6yenue cpepuueckoii abeppau +
Caetodunbtp misgd YO- u UK-uznydyeHust +

CBeTOYYBCTBUTEIbHBII ammapaT
Cocmas
doTopeLienTOpHbIE KIIETKU +

XYPHAJI OBIIIEM BUOJIOTUM  Ttom 82 Ne 3 2021



236 IITEITEJIEBA

Taomuua 2. TIponomkeHne

CocraB, cBOMCTBa U (PYHKIIMY KOMIIOHEHTOB Cxonctsa (+) u pazmmnuus (—)

Ceoiicmea
Yucio HUTOJOTMYECKUX TUTIOB +
[uTonormaeckuii THIT —
Yucao Mopdoa0rnyeckux TUIIOB +
MopdonorndecKkuii TUIL —
Yucno MmopdoIorniecKnx BUI0B +
Mopdonaornyeckuii BUuI —

CrtpoeHue —
YyBCTBUTEJILHOCTh K CBETY +/—
3pUTETbHbII MUTMEHT +/—
MakcuMyM 4yBCTBUTEJIbBHOCTU 3pUTEJbHBIX TUTMEHTOB +/—
PacnionoxeHue B ceTyarke —
PacnosioxkeHue B 3pUTEIbHOM YaCcTU ceTYaTKU +
PacnionoxeHue nByx TUTIOB (hOTOPELIEIITOPHBIX KJIETOK B LIEHTPAJbHOM +/—

u nepudepruIecKoit 001acTy 3pUTEIBHON YacTU
O6acTh ¢ MAKCUMAJILHOM TTPOCTPAHCTBEHHOM pa3pelialolieil CmtocOOHOCThIO +/—
¢doTopeLenTOPHBIX KIETOK
Paznuyue B IpoCcTpaHCTBEHHOI pa3pelaronieii CtocOOHOCTH —
Mexay oTopelenTOPHBIMU KIETKaMU

Dynryuu
Bocnpusite n KogupoBaHUe CTUMYJIOB +
Pabouuit quamna3oH +/—
LIBeToBOE 3peHUE +/—

ITpocTpaHcTBeHHasT pa3pelaoliast ClIoCOOHOCTh —

CBeTOM30IUPYIOLIMIA anIapat

Cocmas
[TurMeHTHBIE KJIIETKHA +
Ceolicmea
CrpoeHue +/—
PacrionoxeHne MMTMeHTHBIX TPaHy/I B IIMTMEHTHBIX KJIETKAaX +/—
®dopma MUrMeHTHBIX TPaHYJI —
IMopsimok pacnoaoXeHus MUTMEHTHBIX TPaHyJl —
DKpaHUPYIOLIUNA TATMEHT +
O06pa3oBaHUE MUTMEHTHOTO CJIOSI CETYATKU —
PacnionoxeHune MUIrMEHTHOTO CJI0SI B CETUYaTKe -
PacnonoxkeHne MArMEeHTHBIX KJIETOK B 3pDUTEILHOM M HE3PUTEIBHOM YaCcTU CeTYaTKA +

PacrionoxeHne MMIMEeHTHBIX KJIETOK IO OTHOIIIEHUIO K CbOTOpCLlCHTOprIM KJIETKaM —

HSOJ’IHHI/IH CB€TOYYBCTBUTCIIbHBIX yacTei (bOTOpC]_[CHTOpHI)IX KJIETOK ITPpH ITOMOIIIHN —
OTPOCTKOB ITMTMEHTHBIX KJIETOK

IMorpyxeHue oTOpeLIeNITOPHBIX KIETOK B TMTMEHTHBINI CJI0# ceT4yaTKu —

Dyuxyuu
IMoryolmeHue cBeTa +/—
OnopHas +
TpancnopTtHas +
CekpeTopHas +
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CocraB, cBoiicTBa U (PYHKIIMU KOMIIOHEHTOB

Cxonctsa (+) u pazmmuus (—)

AHTHOKCUIAHTHAs
BoccraHoBieHUE 3pUTENILHOIO MUTMEHTA

@daronuTo3 IMCKOB Hapy>KHbIX CCTMECHTOB ITaJIOYCK U KOJ004eK —

YKa3pIBalOT Ha IIPUHAMJICKHOCTb HX 3PUTEIbHBIX
MATMEHTOB K KJIacCy POAOIICMHOB ¢ MaKCHUMyMOM
YYBCTBUTEJILHOCTU K MU3JIyYEHUIO C JJIMHOM BOJIHBI B
nuamna3oHe 475—500 HM M Ha MOHOXPOMAaTHUUYECKOE
3peHue (Menzel, 1979; Land, 1981; Illenenena,
2013a, 0; Shepeleva, 2019). V denoBeka B majloukax
HAXOMUTCS 3PUTENbHBII MUTMEHT POIOICUH C MaK-
CUMYMOM YYBCTBUTEJILHOCTH K U3JTyICHUIO C IIMHOMN
BOJTHBI 0KoJ10 510 oM. [TosTOMy mamoyku odecrieun-
BalOT MOHOXpoOMaTH4YecKoe 3peHue. Kaxxmplii BuUI
KOJIOOUEK CONEPKUT 3PUTEIBHBIN IMTUTMEHT HOmOI-
CHMH C COOCTBEHHBIM MaKCUMYMOM 4yBCTBUTEIBHOCTH,
B COOTBETCTBUHU C KOTOPBIM IOJIyUYMJI CBOE Ha3BaHUE.
Tak, K01004YKHM, KOTOPhIE COAEpKAT LIMaHOJIad ¢ Hau-
0OJIBIIICiT YYBCTBUTENHLHOCTEHIO OKOJIO 430 HM, Ha3bI-
BaIOTCSI KOPOTKOBOJHOBBIMMU; T€, Y KOTOPBIX OOHAPY-
2KE€H XJIOP0J1ab ¢ MAaKCUMAJIbHOI 9yYBCTBUTEIbHOCTHIO
okoyio 530 HM — CpeIHEeBOJIHOBBIMU, U T€, KOTOPHIS
coJiepzKaT 3pUTPOoJIad ¢ HanOOJIbIIIel YyBCTBUTEILHO-
CTBIO OKOJIO 560 HM — JIMHHOBOJIHOBEIMU. Tpu Buaa
KOJIOOUYEK 00eCIIeYnBalOT LIBETOBOE 3peHME YeJIOBeKa
(Xbro6en, 1990; Ignatov, Mosin, 2014). OgHako cy-
IIECTBYIOT JIIOAW C HapyIICHHBIM IIBETOBOCIPUSITH-
€M — MOHOXPOMAThI U IUXPOMAThI, a TAaKXKe TaKUe,
KOTOpBIE COCOOHBI pa3iMyaTh OOJbIIee, YeM TPHU-
XpOMaThI, KOTUYECTBO LIBETOB — TeTpaxpoMaTtsl (Jor-
dan et al., 2010).

VY H. lapicida dpoTopenienTopHbIE KJIETKU 3aHUMAOT
BCE UeThbIPe CJIOSI CeTYATKU: MUKPOBUJIISIPHBIH CJIOI,
00pa30BaHHLI MUKPOBULIAMHU (POTOPELIEIITOPHBIX
KJIETOK; MUTMEHTHBII I COMAaTUYECKUIA CITOU, BKITIO-
yalpllne almvuKajlbHbIe U 0a3albHble YacTu (OoTOpe-
LIETITOPHBIX KJIETOK COOTBETCTBEHHO, U IIJIEKCU-
¢dopMHBIt coit, comepxKaliuit akCoHbl oTOpELIeT-
TOPHBIX KJIETOK. Y 4YeloBeKa (PoTopelenTOpHbIC
KJIeTKM HaXOHISITCS Ha YPOBHE YEThIpeX U3 IeCSTU
CJIOEB CEeTYATKU: CJI0S NaJloueK U KOJIOOUeK, COCTOSI -
IIIETO U3 HApYXXHBIX U BHYTPEHHUX CETMEHTOB 3TUX
KJIETOK; HapyXHOI IMOTpaHUYHON MeMOpaHbI; Ha-
PYXXHOTO SIIEPHOIO CJIOS, COAEPIKAIETO SIIEPHYIO
YacThb Majo4eK U KOJIOOUEK; U HAPYKHOTO TIEKCH-
(GOPMHOTO CI0ST — CHHATITUYECKOI 30HBI MeXIy (ho-
TOPEUEHNTOPHLIMU 1 OUITOJSIPHBIMM  KJIETKAMU
(Xbro6en, 1990; Schubert, 2014). ¥V H. lapicida v ye-
JIoBeKa (POTOpelleNTOPHBIC KJIETKU PACTIOJIOXEHBI B
3pPUTENIbHOI YacTu ceTyaTKU, KOTopast pasaeieHa Ha
LeHTpaJIbHYI0 U nepudepudecKyro oonactu (Jdanwmm-
yeB, 2009). Ob6e o0JIacTH SIBJISIIOTCS OMHOPOAHBIMU Y
H. lapicida wn mnomeneHbl Ha 30HBI Yy 4YeJIOBEKa
(Schubert, 2014). Taxk, y yenoBeka LieHTpaJibHasI 00-
JIacThb ceT4yaTKu (Makyna) comepXut ¢osea (IeH-
TpaJIbHYIO0 SIMKY), B KOTOpOI BBIIEISIIOT (hOBEOTY
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(mHO) Cc 1meHTpoM (yMO0O0), CKJIOH M YTOJIIEHHBINI
Kpaii, M1 KoTopast OKpyXeHa napacgonea 1 neprudonea
(puc. 2). B nepudepudeckoit od61acTu 1o Mepe yaa-
JIEHUSI OT LIEHTPaJIbHOI 00JacTy pa3indaloT OJIvXK-
HIOIO, CPEIHION0, JATBHIO W KPaHIOK TTepudeprio
(Schubert, 2014). ¥V H. lapicida B xaxnoii obiactu
ceTyaTKW HaxomsTcsl (POTOpelenToOpHbIe KIEeTKU
TIepBOTO ¥ BTOPOTO THTIA. Y UejioBeKa (hoBeoa He Co-
JIEP>XKUT MajloyeK M KOPOTKOBOJTHOBBIX KOJIOOUEK, a
3aIloJIHEHA TOJBKO CPETHEBOJTHOBBIMM WM IITMHHO-
BOJIHOBBIMM KOJIOOUKaMU. B ocTaibHBIX 30HaX 1LIeH-
TpaJIbHOI 00JIaCTU CeTYaTKU TaK Ke, Kak BO BCEX 30-
Hax TepudepudecKoi o61acTv, (POTOpEleIITOPHBIC
KJIETKM MpeACTaBJICHBI MaJoyKaMy U TpeMsl BUIaMU
KoJioouek (Schubert, 2014). ¥V H. lapicida obiacTbio ¢
MaKCUMAaJIbHO# TJIOTHOCTBIO PACIIONIOKEHUST U, CO-
OTBETCTBEHHO, C MAKCUMAaJTLHOM TTPOCTPAHCTBEHHO
pasperampIeii CrIocOOHOCTBIO (DOTOPEIIETITOPHBIX
KJIETOK SIBJISIETCSI BCSI LIEHTpaJibHAsI 00J1acTh, Y UeJio-
BeKa — 30Ha IIEHTpaJIbHOI objacth, ¢oBeoa
(Schubert, 2014). B nieHTpanbHoii obnactu 'y H. lapicida
MMPOCTPAHCTBeHHAsI pas3pelramlnas CIIOCOOHOCTh
oTopenenTOpHBIX KJIETOK MIEPBOTO TUTIA HIKE, YeM
JIBYX U3 TpeX BUIOB (POTOPELIETITOPHBIX KIETOK BTO-
poro tuna (ta6ia. 1). B doBeone y dyemoBeka Ipo-
CTpaHCTBEHHasl paspeliaroniasi criocOOHOCTb Cpeli-
HEBOJTHOBBIX M JUTMHHOBOJIHOBBIX KOJIOOYEK WIACH-
TUYHA, TIOCKOJIBKY KIJIETKM WMEIOT OJWHAKOBHIE
napaMeTphl (Tabia. 1). 3a mpeaenamMu (GOBEOJIBI, TIE
TTOSIBJISIIOTCS AJIOUKH, X TIPOCTPAHCTBEHHAS pa3pe-
mIaromias CrnocoOHOCTh HUXKE TaKOBOWM KOJOOYEK
(Land, 1981).

Takum o6pa3oM, CBEeTOUYBCTBUTEIBHBIN ammapar
KaMepHbIX a3 H. lapicida v yemoBeKa COCTOUT U3
OIMHAKOBBIX KOMIIOHEHTOB, KOTOPEIE UMEIOT 0O0JTb-
11Ie pa3HBIX CBOMCTB U BBIMOJHSIIOT TOPOBHY OIUHA-
KOBBIX 1 pa3HbIX (PyHKIIMI (Ta0I. 2).

Ceemousoaupyrowuil annapam KamepHsLx enas
Helicigona lapicida u uenosexa

CBeTOM30IMpPYIONINI armapaT KaMepHBIX TJia3
H. lapicida n yenoBeka TipencTaBieH MUTMEHTHBIMU
KJIeTKaMM, KOTOpBIe TIpeaHa3HAYCHBI IS TTOTJIONIE-
HUs CBETa, PACCESTHHOTO TKaHSIMMU TJla3a, U MpeaoT-
BpalllEHUSI €r0 PACMpPOCTPAHEHUSI MEXIY CBETOUYB-
CTBUTEIIBHBIMU YaCTSIMHA COCETHHX (hOTOPETIENITOPHBIX
KJIETOK. Y HEKOTOPBIX OECIO3BOHOYHBIX U MO3BO-
HOYHBIX, BKITIOYAsT YeJIOBeKa, 3Ta (DYHKIINS pealTn3y-
eTcsl TMpPU TOMOIIM ANUKAIbHBIX OTPOCTKOB MHUT-
MEHTHBIX KJIETOK, KOTOpBIE OKPYXalOT CBETOYYB-
CTBUTEIBHYIO 4YacTh KaXIoi QoTopernenTopHoi
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KJIETKM M B KOTOpbIE TMOJI I€CTBUEM CBETA TlepemMe-
IIAIOTCS TpaHyJbl 3KpPaHUPYIOIIEro MUTMEHTa
(Eakin, 1972; Dontsov, Ostrovsky, 2019).

V H. lapicida nTurMeHTHBIE KJIETKHA COCTOST U3 Te-
JIa ¥ OTHOTO BUAa KOPOTKUX TOHKUX alTMKaJIbHBIX OT-
POCTKOB, TOXOXWX Ha MUKPOBWIBLI. Y 4YejoBeKa
MMUTMEHTHBIE KJIETKU COCTOSIT U3 TeJla U IBYX BUIOB
anuKaJbHBIX OTPOCTKOB: KOPOTKUX, KOTOPbIE B3au-
MOJIEHICTBYIOT C KOHLIAMU Hapy>KHbIX CETMEHTOB Ma-
JIOUeK 1 KoJIOOUEeK, U INIMHHBIX, KOTOpbIE pacmoJjara-
IOTCSI MEXIy Hapy>XHbIMW CETMEHTaMM Najlouek U
Koabouek (tabna. 1) (AdanackeB u ap., 2012).
Y H. lapicida v denoBeka NMUIMEHTHBIE KJIETKU CO-
Jiep>XXaT TpaHyJibl, 3allOJJHEHHbIE SKPaHUPYIOLIUM
nurmeHToM. Y H. lapicida G0IBIIMHCTBO TpaHYyJI CO-
CPEIOTOYEHO B alMKaJIbHOM YacTu TeJl MUTMEHTHBIX
KJIETOK, Y YeJloBeKa — B allMKaJIbHOW 4acTW Ted u
UIMHHBIX annKaJIbHbBIX oTpocTKax (Cavallotti, Schve-
oller, 2008). ¥ H. lapicida TpaHyabl 3KpaHUPYIOLIETO
MUTMEHTa UMEIOT chepruUeCcKYI0 U OKPYTyio (hopmy
U pacrioJiaralorcsi B Mpou3BOJIbHOM MOpsAKe. Y ye-
JIOBEKa IEMOHCTPUPYIOT CUTapooOpa3Hyto ¢opMy U B
OOJIBLIMHCTBE CJIy4aeB OPUEHTUPOBAHBI BEPTUKAIb-
HO M IapajleJIbHO Apyr apyry (Tta6m. 1) (Boulton,
Dayhaw-Barker, 2001). Ilpupoma sKpaHHpPYIOIIETO
MUTMeHTa ceTyaTku rasa H. lapicida He onipeneneHa.
OnHakKo 3KpaHUPYIOILIUNM MATMEHT APYTUX MpeacTa-
BUTEJIEH OPIOXOHOTUX MOJUJIIOCKOB OTHOCST K KJlaccy
MesranuHoB (boGkoBa, 1996). Y yenoBeka 3KpaHUPY-
OLIMIA TIMTMEHT CeTYaTKU TJia3a SIBJSIeTCS MeJlaHU-
HoM (Cavallotti, Schveoller, 2008).

VY H. lapicida aniukajibHbIe YaCTU TEJ MTUTMEHTHBIX
KJIETOK B COBOKYMHOCTU OOpa3yloT IUIMEHTHBIN
CJIOM ceTyaTKu, KOTOPBIA pacrojaraeTcsi MexKmay
MUKPOBUJUISIPHBIM Y COMaTUYECKUM CJIOEM. Y UesioBe-
Ka caMM ITMTMEHTHBIE KJIETKM 00pa3yIoT B CETYATKE OT-
NeJIbHBIN CJIOH TMTMEHTHOTO 3MUTENUS] MEXIY CI0-
eM TTaJIoYeK M KOJOOYEK M COCYOMCTOM O0OJIOUKOM
(tabin. 1) (Cavallotti, Schveoller, 2008). Y H. lapicida
M YeJIoBeKa MUTMEHTHbIE KJIETKM PACIIOJIOXEHbI B
3pUTEBHON 1 HE3pUTEeNbHOI YacTu ceTyaTku (Jla-
HuiuyeB, 2009). B 3puTenbHOI 4yacTu ceT4aTKU y
H. lapicida nurMeHTHBIE KJIETKM paclpeaesieHbl Ta-
KUM 00pa3oM, UTO HECKOJIbKO TTMIMEHTHBIX KJIETOK
OKpYyXaloT OAHY (OoTopelenTopHylo KiaeTky. Ilur-
MEHTHBIC KJIETKU He MMEIOT JJIMHHBIX alliKaJlbHbIX
OTPOCTKOB, MOAXOASIIMX IIJISI U3OJSLUU CBETOUYB-
CTBUTEJIbHBIX YacTeil (POTOPELIENTOPHBIX KJIETOK W
MOTJIOIIEHUS paccesiHHOro cBeTa. [ToaToMy hotope-
LIENTOPHbIE KJIETKU TIEPBOrO TUIIA W30JUPOBAHbI
JIpyT OT Apyra MUTMEHTHBIMU KJIETKaMU TOJbKO Ha
YPOBHE KJIETOUHBIX T€JI, HO HE CBETOYYBCTBUTEIbHBIX
yacteil. CBETOUYBCTBUTEIbHBIE YAaCTU (POTOpELIEII-
TOPHBIX KJIETOK BTOPOTO THIA B 0OJIbllIeii U MEHb-
1Iel CTETIEHU MOrPY>KE€HbI B MUTMEHTHBIN CJION CEeT-
YyaTKH, 4TO, BOBMOXKHO, CJIeAyeT pacCMaTpUBaTh Kak
aJIbTEPHATUBHBIN CIIOCOO JOCTUXKEHUS] MX 4YacTHU4-
HOI M3OJISIUM APYT OT Apyra U peaiusanuu (GpyHK-
MU TTOTJIOIIEHMS paccesstHHOTO cBeTa (Tadu. 1) (Ie-
neneBa, 2021). ¥V H. lapicida, xaxK y TipeacTaBUTEIS
rpynIbl OPIOXOHOTHMX MOJITIOCKOB, IUTMEHTHBIE
KJIETKM 1O OTHOIIIEHMIO K (hOTOPELIENTOPHBIM KJIET-

JKYPHAJI OBLIEN BUOJIOTUU

IITEITEJIEBA

KaM BBITIOJIHSAIOT €Ille OMOPHYI0 U TPAHCIOPTHYIO
¢dyHkuu. Takke B MUTMEHTHBIX KJIETKAaX CUHTE3U-
pYIOTCSI BeIleCTBa, KOTOPbIE CEKPETUPYIOTCS U
TPaHCTIOPTUPYIOTCS B MOJIOCTb TJ1a3, Tae U3 HUX pop-
MUPYIOTCS XpyCTanuK U ctekyioBuaHoe teo (Eakin,
1972). IlocnemHee CIIyXXWUT OIIOPOM IJIsl ITOTPYKEH-
HBIX B HETO MUKPOBUJII (DOTOPELIENTOPHBIX KJIETOK.
VY yenoBeka KJIETKU NMUTMEHTHOTIO 3TMUTENNS CBOEH
anvKaJlbHOM MOBEPXHOCTbIO OOpallleHbl K HapyX-
HbIM CerMeHTaM TajloueK U Kojbouek. KoHIIbl Ha-
PY>XHBIX CETMEHTOB MajlOYeK NOCTUTAIOT anuKaslb-
HOIi TTOBEPXHOCTHU KJIETOK MUTMEHTHOTO SITUTENUS,
KoJioouek — HeT (Anderson et al., 1978). InuHHbIE
anuKajabHble OTPOCTKM MUTMEHTHBIX KJIETOK OXBa-
THIBAIOT U U30JUPYIOT APYT OT Apyra Hapy>KHbIe CEr-
MEHTHI ITajioueK 1 Kojidouek (Strauss, 2005; Dontsov,
Ostrovsky, 2019). OTpocTKr, KOTOpble KOHTAKTUPY-
10T C NAJIOYKAMU, UMEIOT LWJIUHAPUYECKYIO GOpMY U
MOKPBIBAIOT TOJBKO BEPXYIIKY HAPY>KHOT'O CETMEHTa,
B TO BpeM$I KaK OTPOCTKU, KOTOPble KOHTAKTUPYIOT C
KOJI0OYKaMU, YCTPOEHBI CJIOXKHEE U MOTYT MPOHU-
KaTb IIyoxe B MexX(pOTOpeUuenTOPHbIA MaTpUKC
(Boulton, Dayhaw-Barker, 2001). OTpocTK1n K0J100-
YeK TMPEeNCTaBISIOT co00ii MallblIeBUIHbBIC BHIPOCTHI,
KOTOpbI€ CTAHOBSITCSI TPYOUaThIMU, KOTIa JOCTUTAIOT
BEepXYILIEK UX HAPY>KHBIX CErMEHTOB. OTPOCTKU pac-
IIUPSIIOTCS, YTOOBI MOKPBITh BEPXYILIKU, W MPOHAOJ-
2KalOTCSl BHU3 IO HApy>KHOMY CETMEHTY 0 OJIHOM
TpeTu ero minHbl. HekoTopble U3 OTPOCTKOB MOTYT
ObITb PACMHOJIOXEHBl KOHILIEHTPUYECKHU, 00pasys
MHOTOCJIOIHYI0 000JIOYKY BOKPYT HApy>KHOTO Cer-
MeHTa Konbouku (Anderson et al., 1978). ITomumo
MOTJIOLIEHUS PACCETHHOIO CBETa KJIETKU MUTMEHT-
HOTO DBIUTEJUs] BBITIOJHSIOT aHTUOKCUIAHTHYIO,
OIIOPHYIO M TPAHCIIOPTHYIO (PYHKUMH, (PYHKINHA
BOCCTaHOBJICHUSI 3pUTEJIbHOTO IMUTMEHTa 1 ¢arorm-
TO3a JUMCKOB HapY>XKHbIX CETMEHTOB TMaJIOUYE€K U KOJI-
Oouek, a TakXke CeKpeTopHyIo (yHKIMI0 (Strauss,
2005; AdanacweB u ap., 2012; Dontsov, Ostrovsky,
2019).

TaknMm o0pa3oM, CBETOM3OJMPYIOIINI armrapar
KaMepHbIX T71a3 H. lapicida v yenoBeka COCTOUT U3
OIVMHAKOBBIX KOMIIOHEHTOB, KOTOPbI€ UMEIOT 0OJIb-
111€ pa3HbIX CBOMCTB U BBIMOJHSIOT IOPOBHY OAUHA-
KOBBIX U pa3HbIX (pyHKIIUI (Tab. 2).

SAKIIIOYEHHME

CpaBHUTENbHBIN aHAIU3 CBETOIPEJIOMIISIIONIETO,
CBETOUYYBCTBUTEJIBHOIO W CBETOU3OJIMPYIOIIETro ar-
rmapaTta KaMepHbIX TJ1a3 Ha3eMHOT'0 GPIOXOHOTOTO Jie-
royHoro mojutrocka H. lapicida n 4enoBeka, BBIIIOJN-
HEHHBII Ha OCHOBE COOCTBEHHBIX U JIMTEPATYPHbBIX
JIaHHBIX, MTO3BOJIWII BBISIBUTb MEXIYy HUMU CXOJICTBA
n pasnmuuus. IlocaenHue HaOIIOTAIOTCS B COCTaBe
afrapaToB TIJla3, a TakKxKe CBOMCTBaX U (DYHKLIUSIX UX
KOMITOHEHTOB. CBeTONpeoMIISIIOLIMIA annapar co-
CTOUT U3 OJUHAKOBBIX U Pa3HBIX KOMIIOHEHTOB, HO
COJIEPKUT OOJIbllIe OJMHAKOBBIX, TOTAAa KaK CBETO-
YYBCTBUTEJIbHBII U CBETOU3OJUPYIOIINI ammnapaThl
COCTOSIT U3 OJUHAKOBBIX KOMIMOHEHTOB. KoMmoHeH-
Thl CBETONPEJIOMJISIIONIIETO arnapara UMEIOT OoJIbliIe
Ne 3
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CBETOITPEJTOMIJIAIOIINM, CBETOUYBCTBUTEJIBHBIN

OIMHAKOBBIX CBOMCTB, CBETOUYBCTBUTEILHOIO 1 CBE-
TOU30JIMPYIOIIEro anmnapaToB — HA00OPOT — OOJIbIIIE
pa3HbIX CBOMCTB. KOMITOHEHTBHI CBETONPEIOMIISIO-
IIEro amrapara BBINIOJHSIOT OOJIbIlIE OAMHAKOBBIX
¢GYHKIIMIT, CBETOYYBCTBUTEIILHOTO U CBETOU3OJINPY-
IOIIIETO almnapaToB — IIOPOBHY OMMHAKOBBIX U pa3-
HbIX yHKUMI. B 11eJ10M 13 TpeX pacCMOTPEHHBIX all-
napaTtoB KaMmepHbIX Ina3 H. lapicida n denoBeka
OOJIBIIIE CXOACTB, YeM Pa3JINduii, OOHAPYKEHO Y CBe-
TOIIPEJIOMJISIIONIETO aIlliapaTa, 1 OOIbIle pa3Iuduii,
YeM CXOJICTB — Y CBETOUYBCTBUTEILHOIO U CBETOU30-
JIUPYIOLLIETO aIapaToB.

ABTOop Omaromaput mpod. D./Ix. Boppanra 3a
MPENOCTAaBIIEHHYI0 BO3MOXHOCTb MPOBENCHUS MC-
clienoBaHMIT Ha Kadeape OMOJIOruy KJIETKU M Opra-
Hu3Ma YHuBepcuterta JIyama, M. CopeHccoHa 3a 1o-
CTaBKY MOJUTIOCKOB C 0. DJIaH]I 1 3aBEIYIONIYIO J1a00-
paTopueii 31eKTpoHHOM MUKpockonuu P. Bamen 3a
IMOMOIIIb B U3TOTOBJICHUY YJIBTPATOHKHUX CPE30B IJ1a3
MOJLIIOCKOB.

Pa6ora BeinmosiHeHa Mpu pUHAHCOBOM MOAAEPKKE
I[IporpaMmmbl pyHIaMEHTAJIBHBIX HAYIHBIX UCCIIEI0-
BaHWI rocynapcTBeHHBIX akageMmuit Ha 2013—2020 rr.
(I'T1-14, pa3nen 63) u YauBepcuteTa JIyHna.
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A comparative analysis of the light-refracting, light-sensitive, and light-insulating apparatus of the camera-
like eyes of the terrestrial gastropod pulmonate mollusk Helicigona lapicida and a human was performed on
the basis of new and published own and literature data. The similarities and differences in the composition of
the eye apparatus, as well as in the properties and functions of their components, are revealed. The presented
data contribute to the formation of knowledge about gastropods as model organisms for studying the func-

tioning of the visual system.
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