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B 0030pe paccMOTpeHbI COBpEeMEHHBIE MPEACTABICHNUS 00 BOMIOUUH U (PUIOTEHUN OOIMIaTHBIX
BHYTPHKJICTOUHBIX 3yKapPHOTHYECKHX MApa3suTOB — MUKpOCHOpHAMil. B mponecce ajanTaunu K BHY-
TPUKJIETOYHOMY Mapa3sUTH3My TEHOM M (DYHKIMOHAJBHBIH anmapar JaHHBIX OPraHU3MOB IIpETepIe
3HAYUTEIbHYIO PEAYKIMIO U Moxudukanuio. CHCTEMaTH4eCKOe MOJIOKEHHE JAHHOW IPYIIbI 10JIroe
BpEMsi OCTABAJIOCH HESCHBIM, M OBbLIO JOMOAJIMHHO HEM3BECTHO, KaK MIPOUCXOIMIIA BOJIOLUS MUKPO-
CIIOPUANH, KOT/Ia M KaKUM 00pa3oM BOZHHMKIM MX YHHMKaJbHbIC aJaNTalluy K MapasuTHYeCKoMy 00-
pasy u3HU. HacTosiiuuii IpopsIB B U3y4EHUH BOJIOLMH MUKPOCIIOPUIHI ObUT OCYIIECTBICH TOJIBKO
B [OCJIC/IHUE HECKOJIBKO JIeT. bbuti 0OHapy>KeHbI M OIIMCAHBI TPYIIIbI, 3aHUMAOLINe Hanoonee Oian3Koe
K MUKPOCHOPHUIMAM MOJNIOXKeHue Ha apese xu3HU: Cryptomycota (Rozellida) u Aphelida. CexBenu-
pOBaHHE I'€HOMOB IPEACTABUTENCH JaHHBIX TPYIII, KOTOPbIC TaKKe OTHOCATCS K BHYTPHKICTOYHBIM
IapasuTam, U TEpBble TCHOMHBIC JaHHBIC O MPEACTABUTENAX 0a3aJIbHBIX BETBEH MHKPOCIOPHUANIA,
nonydeHHsle B 2013-2020 T, MO3BOMMIN MO-HOBOMY B3IVISSHYTh Ha 3BOJIOLHIO MHUKPOCIOPUANN
1 UX OMMKaNIINX POJICTBEHHUKOB, OOHAPYKUTh IIPOMEXYTOYHbIC (DOPMBI Ha IYTH aJlaNTAlUK K BHY-
TPHUKJIETOYHOMY MApa3UTU3MY.

KuaroueBsie cioBa: Microsporidia, Aphelida, Cryptomycota, BHyTpPUKJICTOUHBIE [TApa3HUThI, IBO-
JIEOLIAST

DOI: 10.31857/S1234567806050016

MHUKpPOCTIOpUANN — 3TO OOJIUTATHBIE BHYTPHKJICTOUHBIE YKapHOTHUECKUE TAPa3HTHI,
OCBOMBIIIHE YPE3BBIYANHO MHUPOKAN KPYT X035€B, OT MPOTHUCTOB 10 MiekonuTaromux (To-
KapeB u ap., 2016; Stentiford et al., 2016). [IaTHaAIATE BUIOB MUKPOCTIOPHIHHA CTIOCOOHBI
3apa)<aTh YEJIOBEKA, BBI3BIBAS MHUKPOCIIOPHINO3BI — IIOBCEMECTHO PACHPOCTPAHEHHBIC 3a-
OoeBaHMsI, OOBITHO TPOSBIIIOIINECS y TAIIMEHTOB ¢ OCIA0ICHHBIM IMMYyHHUTETOM (Trmo-
¢ees, 2015). Kpome TOro, MEKpOCTIOPHINN HAHOCAT OTPOMHEIN YyIIepd TaKUM OTPACIsSIM
CEJIbCKOTO XO3SHCTBA KaK IMYEIOBOACTBO M INIEIKOBOACTBO, BBI3BIBAS TSDKENbIE OONE3HM
Yy MEIOHOCHOW TUeNbl U TyToBoro menkonpsnaa (Stentiford et al., 2016; Martin-Hernandez
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et al., 2018). Bce akTuBHBIEC CTaANN KU3HEHHOTO [IUKIa MAKPOCTIOPUANN (DYHKIIMOHUPYIOT
TOJIBKO BHYTPH KJIETOK MX X035€B, 32 MpE/eIaMH KOTOPBIX TH Mapa3uThl MOTYT BEDKHBATh
TOJIBKO B BHZIE TOJICTOCTEHHBIX CIIOpP C YHHUKaJIbHOM Mopdonorueil. B nporecce aganramun
K BHYTPUKJIECTOUHOMY [apa3uTU3My I'€HOM U Ha0Op XapaKTEPHBIX ISl 3yKApHUOT KJIETOYHBIX
CHCTEM M OpTraHeUI IAHHBIX OPTaHW3MOB OBLI 3HAYMUTEIHHO PEAyHHUPOBAH U MOANPHUINPO-
BaH (Cuomo et al., 2012). MUKpOCTIOPHINH YTPATHIN MHOKECTBO META0OIHYESCKUX MTyTeH,
B TOM YHCJI€ CIIOCOOHOCTh K CHHTE3y MHOTMX aMHUHOKHCJIOT M HYKJICOTHJIOB, B PE3yJIbTaTe
YEro OHM B 3HAUUTENILHOM CTENEHN CTaJIM 3aBUCETh OT CyOCTPaTOB, 3aMMCTBYEMBIX y KIIETOK
xo3siuHa (Dean et al., 2016). lIMeHHO y MUKpPOCHOPUANH, BIEPBBIE CPEIIU DYKAPUOT, ObLIH
oOHapy>KeHbl yHUKaJIbHbIe nepeHocunkn AT®, criocoOHbIe HaNPsSMYIO TPaHCHOPTHPOBAThH
3TO COCAMHCHUEC M3 LUTOIIJIa3MBbI HH(bPIHPIpOBaHHOﬁ KIIETKA. OJTa aganranus Io3BOJISACT
JIAHHBIM T1apa3uTaM He UCIIONB30BaTh COOCTBEHHYIO CHCTEMY SHEpPreTHYeCKoro Merabonm3ma
B XOJI¢ BHYTPUKJIETOUHOTO Pa3BUTHSL, @ OJIHOCTHIO TOJIAraThCs HA SHEPTeTHIECKUE PECYPCHI
xo3suHa (Dolgikh et al., 2011; Tsaousis et al., 2008; Alexander et al., 2016).

CucreMaTnyecKoe TOJIOKEHNE MUKPOCTIOPUINH JI0IT0€ BPEMs OCTaBaJIOCh HESCHBIM
1 ObLIO JIONIOVIMHHO HEU3BECTHO, KaK IIPOMCXO/IHMIIA UX IBOJIIOLHS, KOTIAa U KAKUM 00pazoM
OHH TIPHOOpEITN CBOM YHUKAIBHBIC aJJalTAllMH K TTapa3uTHIecKoMy 00pasy *u3HH. birarogaps
Pa3BUTHIO METOOB MOJIEKYJISIPHON (DHIIOTEHHH, B HauaJle HBIHEIIHETO CTOJIETHS OSBUIIUCH
TIepBbIC JIAaHHBIE, CBUJICTEIbCTBYIONIME O POACTBE MUKpocropuauii ¢ rpubdamu (Hirt et al.,
1999; Keeling et al., 2000). OgHaxo 3TH TaHHBIC HE TIO3BOJISIIN OTBETUTH HA BOIIPOC, KAKUM
00pa3oM IMTPOHUCXO/NIIA IBOJIOLUS MUKPOCIIOPHINH, MPAKTHYECKH HE MMEIOIINX Clielnpu-
YEeCKHX YepT, OOLIMX C JPYyTHMMHU Tpynramu rpudos. Hacrosmuii mpopbiB B 00IacT u3yde-
HUSL OBOJIFOIMHA MHUKPOCIIOPHMH OBbLI OCYIIECTBICH TOJBKO 32 MOCJCIHUE HECKOJIBKO JIET.
B Havase nmocneqHero aecsTHIETHs ObIUIH OITyOIMKOBaHbI JaHHbIE 00 00HAPYKEHUH TPYIIIIBI
oy HazBanueM Rozellida (Lara et al., 2010) mmu Cryptomycota (Jones et al., 2011), kotopas
paccmarpuBajiach B KauecTBe 0azaibHOro TakcoHa cpenu rpuboB. [loMumMo MHOroumcieH-
HBIX CHKBEHCOB HEHICHTH()HIMPOBAHHBIX 00BEKTOB M3 00PA3LOB OKpY’KAroIlel cpexsbl,
B [IpeJieNyiax AaHHOW IPyIIbl ObLT M3BECTEH eJMHCTBEHHBIN ONMcaHHbli pon Rozella — napasur
rpuOOB WM BOJOPOCIIEH, paHee OTHOCHUMBIN K XuUTpuanomuneram. s mpencTaBuTenei
JAHHOTO POfia XapakTepHbl (aroTpodHOe MUTAHUE U PACCEICHHE C MOMOIIBIO 300CIIOP.
[MapannensHO ¢ 3TUM ITyOIMKOBANINCH pabOTHI, B KOTOPHIX B KauecTBe 0a3ajbHOW IPYIIIBI
rpuboB paccmarpuBairch Mukpocnopuaun (Capella-Gutiérrez et al., 2012). B 2013 r. 65110
HPOJIEMOHCTPHPOBAHO OJIM3KOE POACTBO MUKpocnopuauii 1 Cryptomycota. I1pu sTom aHanu3
pacudpoBaHHOTO B YKa3aHHOU pabote reHoMa Rozella allomycis oka3ai, 4To I JTaHHOTO
BUa XapaKT€pHa CUJIbHAsA CTCHICHb PCAYKIUHU U MO}II/I(bI/IKaHI/II/I (t)yHKI_H/IOHaJ'IBHOFO alira-
para, BeIp@)KEHHas! B 4yTh MEHBILICH CTeNeHH, YeM y MUKpocnopuanii (James et al., 2013).
B 510 e Bpems ObUIO MOKa3aHO, YTO K MUKPOCTIOPUIMSM M KPHUITOMHKOTaM OJM3Ka ele
onna rpymma rpubos: Aphelida (Karpov et al., 2013; Karpov et al., 2014). IIpeacraButenu
JTAHHOTO TaKCOHA TPEJCTABIISIOT c000il (haroTpodHBIX 300CHOPOBBIX MAPAZUTONIOB BOIO-
pocieii, mopdosnoruuecku cxoxux ¢ Rozella sp.

Bckope nocite aToro 0611 0O0HapYKeH HOBBIH BHUJI TAPA3UTOB, OTHOCSIIUICS, 11O JAHHBIM
MOJIEKyIIsIpHOH (umorennu, k Cryptomycota: Paramicrosporidium sp., 00I1aaaronIii cXo1-
HOW ¢ MHKpOCIOpHIusiMU Mopdosiorueil 1 pazsuBaronuiicss BHyTpH siiep ame6 (Corsaro
et al., 2014). Kpome Toro, OB Tepeonrcan APyTroil BU BHYTPHAAICPHBIX MMapa3uTOB aMed —
Nucleophaga amoebae 1 ObLIO TOKAa3aHO, YTO 3TOT BUI POACTBEHEH Paramicrosporidium
n Taxxke orHocuTcs K posemmunam (Corsaro et al., 2014a). B 310 ke Bpemst Obun orry-
OIMKOBAaHBI ONMCAHKNE W JaHHBIE PACHIM(POBKM I'eHOMa YHUKAJIBHOTO NapasuTa JapHUN
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Mitosporidium daphniae, MOp(hHOTOTHUECKH CXOXKETO ¢ MHKPOCIIOPUAUAMHU U TIO CTEIICHH
PENYKIMH W CHEIHUATN3AlNKA TeHOMa K ITapasuTHYECKOMY 00pa3y KM3HM 3aHHMAIOIIETO
MIPOMEKYTOIHOE TIONIOKEHHE MEXIy NaHHOW rpymmoit u R. allomycis (Haag et al., 2014).
B nocnenyromue roasl 6putM pacmm@poBaHbl TEHOMBI KPUNTOMHKOTA P. saccamoebae
(Quandt et al., 2017), adenunsr Paraphelidium tribonemae (Torruella et al., 2018), a Tax-
JKe JIByX TIpEICTaBUTENCH paHee He M3yUYEeHHOW C TOYKM 3PEHHS MOJCKYISIPHON (uiore-
HUH TPYHITBI MUKPOCTIOPUINH — MEUHUKOBEJUIH, KOTOPBIE 3aHSIN 0a3albHOE MOJIOKEHHE
B cucteme maHHBIX mapasutoB (Mikhailov et al., 2017; Galindo et al., 2018). Oxnaako rox
CITyCTs1 OBIIM OIyOJIMKOBAHBI PE3YJIBTATHl MOJICKYIIIPHO-(HUIOTEHETHUECKOTO aHATIN3a MH-
kpocniopumuu Chytridiopsis typographi, n xnaga Chytridiopsida cMeHHIa MEUHUKOBEIITHT
B KauecTBe OazampHBIX MUKpocnopuauii (Corsaro et al., 2019). B 2020 r. 65Ut omucan HO-
BEIH BuT poseruun Morellospora saccamoebae, SBIAIOUIACS Tapa3uTOM aMe0d M IMEIOIIHI
CXOKYI0 C MUKPOCIIOPHANSAMHI MOP(OJIOTHIO, KaK M MpeacTaBuTeNnn ponos Nucleophaga
u Paramicrosporidium (Corsaro et al., 2020). OnHako, B OTAWYHE OT TOCIETHUX,
M. saccamoebae pa3BuBajcs HE B sAApax ame0, a B X IIUTOILIA3ME.

Taxkum o6pazom, oOHapyKeHHE OMHKaUIIINX POACTBEHHUKOB MUKPOCITOPUANH, pacIid-
POBKa X T€HOMOB BKyII€ C TCHOMHBIMHU JAHHBIMH O KOPHEBBIX I'PYIIAX CAMUX MUKPOCIIO-
PN TTO3BOJIMIIN TO-HOBOMY B3DJISIHYTh Ha SBOJIIOLHMIO JAHHOW rpymnmsl. B HacTosmem
0030pe OyayT paccMOTpPEeHBI 0COOCHHOCTH (YHKIIMOHATHLHOW MOP(OIOTHH, KU3HECHHBIX
LUKJIOB, TEHOMOB M APYTHUX KJIETOYHBIX CHCTEM MHUKPOCIOPHUINH, pO3etna u adenun
1 00CYXJCHBI BEPOSITHBIC SBOTIOLUOHHBIC ITyTH Pa3BUTHUS JAHHBIX CHCTEM.

COBPEMEHHOE ITPEJICTABJIEHUE O ®UJIOT'EHETUYECKOM ITOJIOXKEHW
TAKCOHOB APHELIDA, CRYPTOMYCOTA 1 MICROSPORIDIA

Ademunpr (Aphelida Karpov et al., 2014 uiu Aphelidiomycota Tedersoo et al., 2018) —
HeOoJIbIIIast TPyINa BHYTPUKICTOYHBIX ITapa3uTOMI0B BOAOPOCIEH, EPBhIN MPEICTaBUTEb
KOTOpOH, Aphelidium sp., 6pu1 orncas eme B 1885 . (Karpov et al., 2014). Ha ceropusmauit
JICHb B COCTaBe TPYIITBI omrcaHo okomo 20 BuIoB B coctaBe 4 pomoB (Seto et al., 2020).
C MOMeHTa NepBOOMHMCAHMS TPYyMIa paccMaTpuBaiach Kak TAaKCOH Pa3iIMYHOTO PaHTa
B Takux rpymnmax kak “Monadinea” “Rhizopoda”, “Mezomycetozoea”, “Paramycia” (Gro-
mov, 2000). B 2014 r. Ha OCHOBaHUM MaccHUBa MOJIEKYJISIPHO-(DMIOTCHETHYECKUX JTAHHBIX
rpymie ObLT IPHCBOCH paHr THmna B coctaBe Haaruna Opisthosporidia, KoTopslil BKiItodaeT
TaK)Ke MHUKPOCIIOPHIMH W PO3EIUINA U SIBISETCS CECTPUHCKAM TaKCOHOM IO OTHOIICHHIO
k rpubam (Karpov et al., 2014). Oxnako pacmigpoBka MepBOro TPAaHCKPHUIITOMA a(eITU/IbI
Paraphelidium tribonemae n mpuMeHeHne MeTOMUK MynbTureHHOHW (prumorenuu (Torruella
et al., 2018) moka3zamnu, uto Opisthosporidia mpencrasnseT codoi mapapuICTHIECKYIO TPYII-
ny u uTo adenuibl 3aHIMAaloT Oolee OJIM3KOe K rpudaM MOJIOKEHUE, YeM JIPyTUe TaKCOHBI
JaHHOM Tpynmsl (puc. 1).

Taxconomuueckoe nosnoxenue poszemwny (Rozellida Lara et al., 2010), wii KpunToMuKoT
(Cryptomycota Jones, Richards, 2011), Taxke onucaHHBIX moj] Ha3BaHUAME Rozellomycota
Corsaro et al., 2014b u Rozellosporidia Karpov et al., 2017, Ha cerogHAmHAI 1eHH OCTaeTCSA
npeaMeToM Juckyccuil. CornacHo psgy MCCIEOBaHUMN, ITOT TAKCOH BKJIIOYAET B CeOs Kak
27 BUIOB — Mapa3uTOB IPUOOB, OOMHIIETOB M BOAOPOCIICH B cocTaBe poaa Rozella, mopdo-
JIOTHYECKH CXOXKHX ¢ aennaaMu 1 300CIOPOBBIMH I'PHOaMH, TaK M CXOXKHX C MUKPOCIIOPH-
JUSMH [Iapa3uTOB, OTHOCSIIMXCS K ponaM Nucleophaga, Paramicrosporidium, Morellospora
n Mitosporidium (Corsaro et al., 2020; Torruella et al., 2018). Ilo MHeHHUIO APYTHX
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HCCIIeIoBaTeNeH, MPEeJCTaBUTEICH TPy, 3a UCKIIOUeHueM Rozella, ciemyer canTarhb
MIPUMUTUBHBIME MuKpocriopuansamu (Bass et al., 2018; Adl et al., 2019). Ha mpemnoxen-
HOI HaMHU KOHCEHCYCHOW KJaJorpaMMeé MBI OTPa3HiIM 3TO IPOTHBOPEUYUE B BUAE IEpe-
KpBIBAIOITIXCS TPAHUI] MeX Ty TakcoHaMu Rozellida m Microsporidia (puc. 1). [To Hamemy
MHEHHIO, JJIs1 OTHO3HAYHOTO Pa3rpaHUYEHHs PO3EILIUI U MUKPOCIIOPUINI Ha CETOAHSIIHAN
JIEHb HAKOIIJIEHO HEIOCTATOYHO JaHHbIX. IIpH 5TOM, HECMOTpS Ha Pa3IUYHYIO TPAKTOBKY
TPaHUI] MEXIY STUMHU TAKCOHAMH, XapakTep (PHUIOTEeHETHIECKNX B3aMMOOTHOIICHHH MEXTy
ONMCAaHHBIMHM BUIAMH PO3EIIHI ¥ MUKPOCHOPHUINN HE SBIISETCS MPEIMETOM JUCKYCCUH B
MTOCIIEHNX OIMyOMMKOBaHHBIX padorax. Takum oOpa3oMm, BOIPOC O CHCTEMAaTHUECKOM IO-
noxxenun Nucleophaga, Paramicrosporidium u np. sBisieTcss (OpMarbHOCTBIO W HE BIHSCT
Ha HAIW MPEACTABICHHUsI 00 3BOIIONMHU PO3CIUINI M MUKpocnopuani. st yHudukammm
TEPMHUHOJIOTUH B PaMKax JaHHOW paboTel MbI OyzneM 00O3Ha4aTh MPEACTaBUTEIECH 3THX
MOP(OJIIOTHYECKH CXOJHBIX ¢ MUKPOCIIOPUANSIMH BHOB KaK «BBICIINE PO3CIUIAIBD).
Boletus edulis Opyruve rpynnbl Fungi TPUBbI

Ichthyochytrium vulgare Chytridiomycota
Allomyces anomalus Blastocladiomycota
Paraphelidium tribonemae AGENObI
Rozella allomycis PO3ENANIbI
Paramicrosporidium saccamoebae
Mitosporidium daphniae BA3AJIbHBIE

MWKPOCTIOPVAMM
Chytridiopsis typography Chytridiopsida
Amphiamblys sp. Metchnikovellida

Metchnikovella incurvata

Paranosema locustae KAHOHUYHBIE
MWKPOCMOPUAUU

Enterocytozoon bieneusi

Nosema ceranae

\'———————@ Fonticula alba Nuclearida

Pucynox 1. KoHncencycHast kiagorpaMma, OTpakaroriasi SBOJIFOIIMOHHbIE B3aHMOOTHOLICHHST
MUKPOCTIOpHINHI, po3eiuti u adenun cornacHo Bass et al., 2018; Galindo et al., 2018; Torruella

et al., 2018; Corsaro et al., 2019. ITepecedyeHne rpaHuIl TAKCOHOB PO3EIUTU M 0a3aJIbHBIX
MHKPOCIIOPHJIH YKa3bIBaeT Ha JUCKYCCHOHHOE nojioxeHue P. saccamoebae v M. daphnia, xoTopbIx
WHOTJIa pacCMaTPHBAIOT KaK MPUMHTUBHBIX MHKpocropuanii (Bass et al., 2018).

Figure 1. Consensus cladogram reflecting the evolutionary relationships of microsporidia, rozellids
and aphelids according to Bass et al., 2018; Galindo et al., 2018; Torruella et al., 2018; Corsaro et al.,
2019.

The intersection of the boundaries of the rozellid taxa and basal microsporidia indicates the
controversial position of P. saccamoebae and M. daphnia, which are sometimes considered as
primitive microsporidia (Bass et al., 2018).

PaccmarpuBast cucremMaTHyecKkoe IMOMI0KEHHE MUKPOCTIOPUINH, MBI Pa3JeIIiIi JaHHbBIH
TAKCOH Ha JIBE YCJIOBHBIE TPYIITBL, IIPEACTABUTENIN KOTOPBIX CYIIECTBEHHO OTIMYAIOTCS PYT
OT JIpyra Mo IejoMy psiny Mopdonorndecknx u renerndeckux npusHaxos (Corsaro et al.,
2020; Galindo et al., 2018). IlepBas rpynna — «bazaabHble MHUKPOCTIOPHIUI» — BKJIIO-
yaeT B ceOsl /JBE KJIaJbl, 3aHMMAIOIINE MOJIOKEHHE B KOPHE (DMIIOTEHETHYECKOTO JIpeBa:
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CIeTHaIN3UPOBAHHBIX THIeprapa3uToB rperapud Metchnikovellida, a Taxxe Chytridiop-
sida, 3apaxarommx ITIaBHBIM 00pa30oM HAa3€MHBIX WICHHCTOHOTHX (HACEKOMBIX, KIemeit
W MHOTOHOXEK) W KoimsdaThix uepseid (Corsaro et al., 2019). Kpome Toro, kak yxe ObLTIO
CKa3aHo, PAJ| UCCIIEI0BATENNEH OTHOCHUT K 0a3albHBIM MUKPOCHOPUANSIM BBICIIMX PO3EIUTH
(Bass et al., 2018; Adl et al., 2019). Bropas rpynmna — «KaHOHHYHBIE MUKPOCTIOPUANN) —
HamboJIee XOpOIIo M3yYeHHAs TPyYIIa, BKIOUAIOMas B ceOs OONBIIYI0 YacTh MHKPOCIIO-
puanit (puc.l).

ITomuMoO pOTHBOpPEUNii B yCTAHOBKE TPAHUIL MEK/Ty ONUCHIBAEMBIMH TAKCOHAMH, TIPEI-
METOM JIMCKYCCHH /10 CHX TIOp SIBIISIETCS XapaKTep WX B3aMMOOTHOMICHHUH ¢ rpymmoii Fungi.
B nannoif paboTe MBI IpUAEPKUBAEMCS THIIOTE36I, corTacHO kotopoii Aphelida, Cryptomycota
u Microsporidia ciemyer paccMaTpuBaTh B KadeCTBE CECTPHHCKUX TaKCOHOB I TPH-
6oB (Bass et al., 2018; Karpov et al., 2017; Galindo et al., 2018), T.K. FaHHBIE TPYIIIBI
B COBOKYNTHOCTH MPAKTHYECKH HE MMEIOT OOLIMX MPU3HAKOB C APYTMMH TPYHIIAMHU TPH-
60B. [Ipu 3TOM B CHCTEMAaTHYECKUX 0030paxX IMOCIEIHUX JIET, MOCBIIMICHHBIX KIAacCHU(H-
KaIli 9yKapHoT, ONHCHIBAEMbIE TAKCOHBI OOBIYHO BKIIIOYAIOTCS B COCTaB Ipymmsl Fungi
(Adl et al., 2019; Tedersoo et al., 2018), X0Ts B 3TOM ciIy4ae, Kak yTBEPKIAIOT CaMHU aBTOPEI,
y TprOOB HE 0CTAETCS OMHOZHAYHBIX MOP(OIOTHIECKUX, CyOKIETOUHBIX FIIH ONOXIMHYECKIX
curaromop¢wuii (Adl et al., 2019).

CPABHUTEJIbHA I XAPAKTEPUCTHUKA U 5BOJIIOLUA
PA3JIMYHBIX CUCTEM U ®HU3HUOJIOTMYECKUX OCOBEHHOCTEW MUKPOCIIOPHIUIA
U VX BIMXAWIINX POOCTBEHHUKOB

@OyHKUHMOHAJIbHAsE MOP(}0JIOTHSL U 00pa3 KU3HU

Cranueit qucniepcun y aestus sIBISIOTCS CIIOPBI, IPECTaBICHHBIE B BUIE OTHOKI Y THKO-
BBIX 300CIIOP WIIM aMEOOHTHBIX KIETOK C Pa3BUTBHIM MJIM PEAYIHNPOBAHHBIM KTyTHKOM. [Ipn
KOHTAKTe C KJIETKOH XO35IMHA CIIOpa MPUKPEIUIAETCs K HeH, HHINCTUPYETCST U (OPMHUPYET
TPYOKY, KOTOpasi MPOHHUKAET («IIpopacTaeT») depe3 KICTOYHYI0 CTeHKY Bopopociu. Uepes
9Ty TPYOKY aMeOOMIHBIA 3apOJIBIII MOMAgaeT B MPOCTPAHCTBO MEXKAY KICTOUHOW CTEHKON
U TUIa3MaJIEMMOI! KJIETKN XO3MHA U HAYMHACT ITOMIOLIATh €€ COIEPKIMOE ITyTeM (haronnTosa.
Ha cnemyromeit ctannm pa3BuTis aMeOONIHBINA TPOQOHT TpeBpamaeTcs B MHOTOSICPHBII
TUTa3MOAINH, KOTOPBIN MOJHOCTHIO 3aMEIIAET COACPKUMOE KIETKM XO3iMHA. 3a CUET Jiere-
HUSI TUTa3MOANST 00pa3yroTCsl HOBBIC PACCEIUTEIbHBIE CTAANHN, KOTOPBIE TIOKHAAIOT KIECTKY
XO35IMHA M 3aMbIKAIOT LUKJI Pa3BUTHS MapasuTouja. s HEKOTOPHIX BHIOB adesna MoKa-
3aHO 00pa30BaHME BHYTPU KJIETOK XO3€B T.H. IOKOSIIUXCS CIOpP», KOTOPBIE TaK K€ Kak
1 MH(EKINOHHAs IMCTa UMEIOT KIeTOUHYI0 cTeHKy u3 xutuHa (Karpov et al., 2014; Letcher,
Powell, 2019; Torruella et al., 2018). 3oocnops! adennm, kKak 1 aMeOOUIHBIE TPOPOHTEHI,
00J1a/1at0T MOJHBIM HAOOPOM OpraHeIul 3yKapHOTHUECKOW KJIETKH — MOJHOIEHHBIMUA MHUTO-
XOHIPUSIMH, HJOIUIA3MAaTHIECKUM PETHUKYIIYMOM, arnmaparoM [oabKH U T.1.

HecMoTpst Ha To, 9TO KM3HEHHBIH IHUKJI KPUIITOMUKOTOB Rozella sp. B TIepBOM IIpH-
OMMKEHNH aHAJIOTHYEH TAKOBOMY Y adelul, 3a NCKIFOYEHNEM OTCYTCTBHUS Y JAHHOTO poAia
ameOonaHbIX paccenutenbHbIX ctanmii (Letcher, Powell, 2018), mo Bceit Bunumocty, miist
npeacTaBuTeneil Rozella xapakTepHo 06oJiee TOHKOE B3aNMOICHCTBHE C KIETKOH XO3s5IMHA, 9eM
st adenna. CymmecTBeHHbBIE PA3IHYNS MEKAY NMPEACTABUTEISIMHE 3THX JBYX TPyl ObIIH
OOHapy’KEeHBI TIPH CPABHUTEIHHOM aHAJIM3€ TOHKOTO CTPOEHHS WX KJIETOK M 0COOEHHOCTEH
B3aMMOOTHOIIEHUH C KJIETKOHM XO35MHA Ha yJAbTPAacTPyKTypHOM ypoBHe. Kak u ademmmpl,
KPUOTOMHKOTHI MPOHUKAIOT B MPOCTPAHCTBO MEXKAY KJIETOYHOH CTEHKOH M ITMTOIIA3-
MaTH9ecKoil MeMOpanoil kinetkn xo3zsuHa (Powell et al., 2017). Adenuas! mocie 3Toro
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TIOIVIONIAIOT COAEPIKUMOE KIIETKH XO35IMHA 32 CUET (paronnTos3a «M3BHE», HE IPOHUKASI YePe3
ee MIa3MajeMMy BHYTpb IUTOIUIA3Mbl. [IpencraBurenu pona Rozella, HanpoTuB, MPOHMKA-
10T BHYTPb XO3SMHHON KJIETKH 32 CUET WHBArMHAIMHU €€ IIMTOINIa3MaTHIECKOH MEeMOpaHBbI
¥ 3aTeM TMOMIOMIA0T ee comepxmmoe «u3HyTpm» (Powell, Letcher, 2019) (puc.2). IIpu sTom
ecJIM Ha paHHEeM dTane 3apakeHus (OKoo 24 4 mocie mH()EKINH) mapa3uT pa3BUBACTCS
B BAKYyOJIH U OKpPYXKEH, TOMUMO COOCTBEHHOH IIa3MalieMMBI, OTHOW MEeMOpaHOH, SBIISIO-
meiics MPOW3BONHBIM IIIa3MalieMMBl XO35MHA, TO Ha Oojee mo3gHeM dTame (oxomo 96 1)
Pa3BUBAIOLIMICS TUIA3MOIUYM Rozella 0Ka3pIBaeTCs 3aKITFOUEHHBIM Y)KE€ B IByXMEMOpPaHHYIO
BaKyosb. [I0 MHEHHIO aBTOPOB MOCJIEAHUX HCCIEIOBAaHUHN, ONMCHIBABIINX WH(EKIIMOHHBIN
mporecc y R. allomycis (Powell et al., 2017; Powell, Letcher, 2019), nepBu4nas Bakyoisb
CO BpPEMEHEM pa3pylIaeTcs, 1 o0pasyromascs €l Ha CMEHy IByXMeMOpaHHasl CTPyKTypa
y’Ke HE SIBIAETCSI MPOU3BOAHBIM IIUTOIIA3MAaTHIECKOH MEMOpPaHbI XO35iMHA. DTa BaKyoib
MOXET UMETh PAa3HOE MPOUCXOKACHUE M Pa3sHyIO CTPYKTYPY y PasHbIX BHUIOB PO3EIIHI.
VY R. allomycis n R. rhizoclosmatii oHa cOCTONT 00pa30BaHNI, 0003HAYEHHBIX aBTOPAMHU
kak “host cisterna”, m UMeeT BHJ CIUIONIHON JBOHHON MEeMOpaHBI, TNIOTHO MpHIIETAIOMIeH
K IUTa3MajeMMe mmapasuta. B Toxe Bpems mmasmonuyM R. polyphagi okpykeH pa3dpocaH-
HBIMH yYaCTKaMM IJIAJIKOTO M IIEPOXOBATOTO 3HAOIUIA3MAaTHYECKOTO PETHKYIyMa XO3sIMHa,
He obOpasyronmu crutomHoro ciost (Powell, Letcher, 2019).

KnetoyHan creHka
X03AMHa

Mem6paHa napasura

MuKpocnopuamm
) LuTonnasmatuyeckan
i membpaHa xo3auHa

BHyTpeHHue membpaHbl
KNETKU X03AMHa

® Appo napasura

N
{hn) Aapo kneTku xo3auHa
an)

Pucynok 2. YnporenHas cxema (pparMeHTa >KU3HEHHOTO [[UKJIa OT NHQUIIMPOBAHHS KIIETKU
XO3sIMHA JI0 PA3BUTHUSI MHOTOSJICPHOTO IUIA3MOHS Y MUKpocTiopuanii, Rozella sp. n adenny,
WITIOCTPHUPYIONIAs Pa3INIHOE MONOKEHNE JAHHBIX OPTaHU3MOB B KJIETKAX X035€B.

Figure 2. Simplified diagram of a life cycle fragment from infection of the host cell to the
development of multinucleated plasmodium in microsporidia, Rozella sp. and aphelids,
showing different localization of the organism in infected cells.

Hexotopsle Buabl Rozella, napasutupyromue B rudax XUTPUAUSBBIX TPUOOB, JIUIICH-
HBIX KJIACCHYECKOTO KJIETOYHOTO CTPOCHHS, COCOOHBI MHIYIIMPOBATh B HUX 0Opa3oBaHUe
cent, Gnarogaps 4eMy B OpraHH3Me X03siiHa oOpasyercst 000COOICHHBIN KOMITAPTMEHT, CO-
JieprKamuil pa3BuBaromerocs nmapasura. [lo maeruto apropos (Powell, Letcher, 2019), ato
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MOXET OBITh HEOOXOAMMO TMapasuTy IS CO3IaHMs Typropa BHYTPH 3apaKCHHOH KIIETKH,
CIIOCOOCTBYIOILIETO BBIXOY 300CIIOp U3 X03suHa. Kpome Toro, fuist peacrasureneit Rozella
TIOKa3aHbl KOHIIEHTPAINs MUTOXOHIPHUH X03MHA BOKPYT PA3BHBAIOIIETOCS Mapa3uTa U 4a-
CTHYHAsI JIerpajanusi MUTOXOHAPHUII caMOro IaroreHa Mpu BHYTPUKIECTOUHOM Pa3BUTHU
(Powell et al., 2017). JlanHyI0 0COOCHHOCTH MO’KHO PACCMaTpPHBATh B Ka4eCTBE apryMeHTa
B 107163y TEOPHH O CIIOCOOHOCTH BUIOB Rozella HaNpsMyIo MOIIOIIATE U3 KIETKH XO3IUHA
AT® nnst mojiepKaHusi COOCTBEHHOTO Pa3BUTHSI U Pa3MHOXKEHUSI, O YeM ITOApOOHee Oyner
YIOMSHYTO B paszelie, MocBsmeHHoM MeTabomusmy. Kpome Toro, B xietkax Rozella sp.,
KaK ¥ Yy MHKPOCHOPHUIMH, HE ObUIM OOHAapyKEHbI XapaKTepHbIC sl aesinujl JUKTHOCOMBI
anmapara [onpmxu (Powell et al., 2017).

B omnmmume ot Rozella spp. u adennn, ciopbl MUKPOCTIOPUINHA HE CIOCOOHBI K CaMmo-
CTOATEIILHOMY TEPEBIKEHHUIO M TIPEJICTABISIOT COO0H YIIaKOBAaHHBIE B CHCTEMY 000JIOUEK
3apOJIBIIIN CO CIIOKHO OPTaHU30BAHHBIM AIIapaToM SKCTPY3UH, HEOOXOAMMBIM JUTS BHEAPE-
HUS T1apa3uTa BHYTPb HHOHUIUPYEMOI KIIETKH. Y KaHOHHYHBIX MUKPOCIIOPU/IMH 3TOT ammapar
OOBIYHO COCTOMT M3 YHHMKAJBHBIX ISl JAHHOM TPYyIITbl OPTaHeNI: JUIMHHONW HUTEBUIHOU
HOJIIPHOU TPYOKH, YJIOXXEHHOH CIUpANIbHO, MOJISIPOILIACTA, SIKOPHOTO JIMCKa U 3aJHEel Ba-
kyomu (Mcen, Boponnn, 2007). XapaxkrepHslii U1 OOJNBIIMHCTBA BHOB MHKPOCIIOPHIHH
KM3HEHHBIN IIMKJ BKIIFOYAET B CeOs 9KCTPY3HIO MOISPHON TPYOKH U3 CHOPBI TApa3uTa, Mmpo-
HUKHOBEHHE 3apOJIbIIlIa B KJIETKY XO35MHA, POCT ¥ Pa3MHOXKEHHE [aTOreHa, KOTopoe Yaile
BCETO MPOUCXOANT 32 CYET MHOKECTBEHHOTO JICJICHNSI — MEPOTOHNH. 3aTeM MUKPOCTIOPHINN
NPUCTYIIAIOT K CIIOPOTOHHHM, B PE3YJIBTAaTe 4ero 00pa3yloTcs ClIOPOrOHANIbHBIE TIa3MOINH,
JIAfoIiie Hadaio cropobiacTaM, B KOTOPBIX MPOUCXOMUT (GopMupoBanue crop. OObIYHO
Ha ATOM 3Tare MPOUCXOANUT pa3pyllIeHHE 3apaKCHHON KIETKH XO3SUHA; BBIILIEIIINE TaKHM
00pa3oM CIIopbl 3apakaroT APYTrHe KISTKH TOTO K& OpraHU3Ma MJIM BBIBOJSTCS HapyxKy UL
3apaXeHUsI ApyTUX 0co0el. 3apakeHne MHOTOKJIECTOYHBIX KUBOTHBIX OOBIYHO HPOUCXOIUT
MIpY TIOTIAIaHUK CIIOP TapasvToB B IHIIEBAPUTENLHBIN TpakT Xo3suHa (Vccu, Boponuw,
2007). Y HEKOTOPBIX MHKPOCIIOPUINHA KU3HEHHBIN UK MOXKET 3HAYUTEIHHO YCIOKHSITH-
csl, BKIIIOUATh B ce0si Meii03 M IMOJIOBO MpOIecC, CMEHY HECKOJIbKUX XO0351€B, B KOTOPBIX
MOTYT 00pa30BBIBAaTHCS CIOPHI pa3HbIX THITOB (Cumakosa, 2014). Kinetkn Muxpocrnopuunii
JIUIIEHBI )KTYTUKOB M UX MPOU3BOIHBIX, IIUCTEPH ammapara [ombmxu. VX MUTOXOHIpUH
peIyLUpOBaHbl 10 KPOXOTHBIX JBYXMEMOpPAHHBIX OpPraHelsl — MUTOCOM, He 00JIaaronmux
cobctBenHbM TeHoMoM (Williams et al., 2002). MUKpOCTIOPHINH TaKKe YTPATIIIH CIIOCO0-
HOCTb K (paronuTo3y M BE3UKYJISIPHOMY TPaHCIIOPTY.

Cnopsr 6a3anbHBIX Tpynn Mukpocnopuanii — Metchnikovellida n Chytridiopsida, a taxoke
BBICIITUX pO3eILTH ponioB Nucleophaga, Paramicrosporidium, Morellospora v Mitosporidium
BHEIITHE HAIIOMUHAIOT KAHOHWYHBIX MUKPOCIIOPUANH, 32 UCKIIIOYEHHEM TOTO, YTO B CHOpax
JAHHBIX OPTaHM3MOB OTCYTCTBYET Pa3BHUTHII anmapar sKCTpy3ud. st HUX XapakTepHO Ha-
JIMYME KOPOTKOH, He 00pa3yrolleil BUTKOB MOJISIpPHON TPYOKH; B CIOpax pa3iW4HBIX BUJIOB
MOTYT OBITh TaK)ke OOHAPY>KEHBI OTAEIBHBIC CTPYKTYPbI, HAIIOMUHAIOMINE cJ1ab0 pa3BUTHIC
AHAJIOTW APYIUX DJIEMEHTOB almapara 3KCTPY3MH KaHOHWYHBIX Mukpocrnopuanii (Corsaro
et al., 2016; Corsaro et al., 2019; Mikhailov et al., 2017). BaxxHbpIM OTIHYHEM pPO3CIUTH]I,
00IaIaroINX CXOXKUM C MHKPOCIIOPUIUSIMUA CTPOCHUEM CIIOPBI, OT 0a3abHBIX MUKPOCIIO-
U TaKoKe SBIISETCS HaMuue (QyHKIIMOHAIBHBIX MUTOXOHAPHH, 00J1a1al0InX COOCTBEH-
HbIM TeHOMOM (Quandt et al., 2017). Kpome Toro, 11 TaHHBIX OpPTraHU3MOB, TTO-BHIUMOMY,
XapaKTepHO MHOXECTBEHHOE JICJICHHE 110 TUILy MEPOTOHUH, B TO BpeMs Kak y 0azalbHbIX
mukpocropuuii — Metchnikovellida u Chytridiopsida— Takoit Bux nenenunst He ObUT 0OHa-
pyxen (Corsaro et al., 2019; Galindo et al., 2018).
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Kak MBI y’xe oTMe4any BO BBEACHHH K HACTOSINEH paboTe, MHOTOUHCIICHHBIE PacIIud-
POBKM T'€HOMOB KaHOHMYHBIX MUKPOCIIOPHINH MMOKa3aly UX KPAHIOI PEIYKIIUIO U MOJIH-
(bUKaIuIo, 9TO COOTHOCHTCS C YPE3BBIYAIHO BHICOKOH CITEITMAIN3AIMEH 3THX OPTraHU3MOB Ha
mopgomoruueckom yposae (Corradi, 2015; Cuomo et al., 2012). AHanu3 omyOJIHKOBAHHBIX
B IOCJICJIHUE TO/IbI JaHHBIX PACIIM(POBKH TE€HOMOB PO3EJUIH/ U 0a3abHBIX MUKPOCIIOPH U
MO3BOJISIET TPOCIICANTD, KaK (POPMHUPOBANIACH JAHHAsI OCOOEHHOCTD B 3BOJIIOIIMU M COIIOCTA-
BUTH HaOI0aeMbie MOPHOPYHKIIMOHAIBHBIE 1 MOJIEKYJIIpHbIe pazinuus (James et al., 2013;
Galindo et al., 2018; Quandt et al., 2017). Haubosnee rimyOoKuii aHaIu3 TeHOMOB PO3CIUTH
U 0a3aJbHBIX MUKPOCIIOPUINIT OBUI MPOU3BECH aBTOPAMH PACHIM(PPOBKH TPAHCKPHUIITOMA
adenuapl Paraphelidium tribonemae, KOTOpbIC, 110 HAIIEMY MHEHHIO, CMOIJIH BBIIBUHYTh
Ha OCHOBaHWHU COOCTBEHHBIX U JIMTEPATypPHBIX JAaHHBIX HanOoJee JOCTOBEPHYIO THIIOTE3Y
0 PaHHMX dTarax BOJIOLUH IpHOOB, adenna, po3euTuI 1 MUKPOCIIOPHINNA. AHAIIU3 TPAHC-
kpunroma P. tribonemae npoieMOHCTPUPOBAII, YTO JAHHBIE OPraHM3MBI ITPAKTUYECKU HE
TIpeTepreny pepyKIMy U CIIeHaIN3alui TeHOMa U, COOTBETCTBEHHO, Pa3JInUHBIX (yHK-
LHUOHAJIBHBIX CHCTEM, YTO OOBIYHO CBOHCTBEHHO BHYTpHKJIeTOUHbIM mapazutam (Torruella
et al., 2018). ITo renernyeckoMy COCTaBy OHHM OKa3aJHCh OJNMXKE K CBOOOIHOKUBYIIHM
300CHOPOBBIM TprbaM, YeM K PO3EILIHAAM M MHUKPOCIOPUANSM.

HVcxonst n3 TaHHBIX O CECTPHHCKOM TIOJIOXKEHHN TPUOOB U aheIInt, aBTOPHI IPETTOI0KH-
JIM, 4TO TOCJIeAHNE Hanboee OMM3Ku K runoreTnaeckoMy npenky Opisthosporidia u rpu6os
1 COXPAHSIOT OONBIIYIO YacTh YEpPT, XapaKTEPHBIX AJIs MpenkoBoil Gopmel. [To MHEHHIO
aBTOPOB, TAKOH OPTaHU3M MIPEACTABIIAT COO0H CBOOOIHOKMBYILETO XUITHIKA, KOTOPBIH, BO3-
MOYKHO, KaK ¥ aeITu/Ibl, ObLI MPUCIOCOONICH K RHA00HOTHYEeCKOMY (haroTpo(pHOMY MTUTAHUIO
1 UMel aMe00(IareJuIITHYIO PACCEUTENBHYIO U IIOKPBITYIO XUTHHOM TTOKOSIITYOCS CTa N,
OBOTIONMOHHOE PA3BUTHE TUIIOTETHUYECKOTO MPEAKa IPUOOB, PO3EIUTUA M MUKPOCIOPHIANH
B CTOpPOHY OOIIETo MpeaKa pa3IWYHBIX TPYII TPHOOB 3aKIIF0YAIOCh B yTpaTe CIoco0-
HOCTH K (paromuro3dy M mepexoje K OCMOTPO(GHOMY MHUTAHHUIO Yepe3 KJIETOUHYIO CTEHKY
13 XUTUHA, KOTOpas TENepb OKpPyXaja M BEreTaTUBHYIO CTAIHIO, B TO BPEMs KaK pa3BH-
THE B CTOPOHY OOIIEro IpeaKa po3elIn U MUKPOCHOPUAMN MOAPa3yMEBAJIO aJalTaIIIO
K BHYTPHKJIETOUHOMY MapasuTU3MY, CONPOBOXKIAIOIIYIOCS MPOTrPeCcCHpYIOIIeil peyKiueii
U Crielain3aliell FTeHOMOB U PAa3JIMYHbIX KJICTOUYHBIX CHCTEM JaHHBIX OPraHH3MOB, B TOM
YHCIIe YTPATOW TOJIBMXKHBIX PACCEIMUTENbHBIX CTa/IUii, ClIOCOOHOCTH K (harouurosy, GpyHK-
UOHANBHBIX MuTOXOHApHUil U T.1. (Torruella et al., 2018).

B naHHYIO KOHIENIHUIO JIOTHYHO BIHCHIBAIOTCSl ONMCAHHBIC BBIIIE MPUHIMITHAIBHBIC
pa3nuyMs TOHKOTO CTPOSHHS M B3aWMOOTHOLICHHUH C KJIETKOW XO3sMHA MEXAY adernua-
MU U NIPEACTaBUTENSIMH poa Rozella, HabnrogaeMple IPU BHEITHEM CXOJICTBE JKU3HEHHBIX
LUKJIOB JIAHHBIX OPraHu3MoB. Adenu/pl, NOMIOIAIOIINEe KISTKH CBOMX XO35IEB «U3BHE»
1 HE BCTyNaIolye ¢ HUMH B Oosiee r1yOOKKe B3aMMOOTHOILICHUS, SIBIISIFOTCS] HE HACTOSIIIUMU
rapasuTamy, a Mmapa3uTonaamMu, Hanbosee OJIM3KUMU 10 00pa3y KHU3HU K CBOOOAHOKUBYIIIE-
My XHIIHOMY IIPEKY, B TO BpeMsi KaKk BHIbI Rozella, pa3BUBAIOIINECS BHYTPH LUTOIIA3MBI
3apaKEHHBIX KIJICTOK, yXK€ SIBIISIIOTCS TTOJHOLCHHBIMM apa3uTamu. M neficTBUTENbHO, BbI-
TIOJTHEHHOE paHee CEeKBEHUpOBaHME reHoma R. allomycis 1moxas3aino, 4To JJIsl JaHHOTO Op-
TaHWU3Ma XapaKTepHBI MPU3HAKU PEAYKIMU U CHEINAIN3alui TeHOMa U (yHKIMOHAIBLHOTO
anmapara, BIpaXEHHbIE YyTh B MEHBIIEH CTENECHHU, YeM y MHUKPOCHOPHIMH H, BEPOSITHO,
yHacJeIoBaHHBIC OT O0IIero YHaonapasuTapHoro mpeaka (James et al., 2013).

CpaBHUTENBHBIN aHATIM3 TEHOMOB PO3EJUIHI U MUKPOCIIOPHINH TTO3BOJISET TaKKe MpO-
CJIEIUTH yTPATy TOCIEIHUMHU CIIOCOOHOCTH K (paronnTo3y M BE3UKYIIPHOMY TPAHCIIOPTY.
B renome y cnocobHoro K (harorurosy Buaa R. allomycis ecTb Bce HEOOXOIUMBIC TEHBI
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JUTA TOTO TIporiecca, B ToM uncie 6enkn TOR (Oenxu-MumieHu A parmaMyIiiHa) U Kiia-
tpuH (Wadi, Reinke, 2020). B reromax momo0HBIX MUKpOCTIOpUANAM po3erun M. daphnia
u P. saccamoebae Takxke MPUCYTCTBYIOT ATH T€HBI, XOTSA CIOCOOHOCTh K (harorurosy min
ee OTCYTCTBHE He OblIa SKCTIEPIMEHTAIFHO IPOJEMOHCTPHPOBAHA [T JAHHBIX OPTaHU3MOB
(Haag et al., 2014; Quandt et al., 2017). Y 0a3anbHbIX MHUKPOCIIOPUINA — MCUHHKOBCIUTH/I,
HE CHOCOOHBIX K (haronurtosy, orcyTcTByroT Ocnku TOR, HO BCe eiie MMeeTCsl KIaTpHH,
B TO BpeMsI KaK y BCEX KaHOHHMYHBIX MHUKPOCHOPHUINI BCE YKa3aHHBIE OCNKH OTCYTCTBYIOT
(Wadi, Reinke, 2020).

Ha ceronssimiauii 1eHb JOMOIMHHO HEU3BECTHO, KAKUM 00pa3oM B 3BONIIOLUHU CoOp-
MUPOBAJIOCh YHUKAJIBHOE CTPOEHUE CIOP MUKpOCHOpUAMU. [10CKOIbKY JKM3HEHHBIN LUK
U CTPOCHHE CIIOp U IUCT adenu u Rozella spp. ananTUpOBaHbI K MHPHUIIUPOBAHUIO OPTaHU3-
MOB, 00JTaJJAFOIIUX KJICTOYHON CTEHKOH, B IIEPBYIO OUepeib IPUOOB M BOIOPOCIICH, JIOTUIHO
MIPE/IIONIOKUTh, YTO (DOPMUPOBAHUE XAPAKTEPHOH I MUKPOCIOPUIUN MOP(OIOTHU CIIOP
U criocoba WHOUIMPOBAHUS CBSI3aHO C OCBOCHHEM HOBOTO KPyTa X035€B, KJIETKUA KOTOPBIX
He 00JIaZIaf0T BBIPAXKCHHOW KJIETOYHOW CTEHKOW. M NEeHCTBUTEIHHO, MUKPOCHIOPHIUH TI0-
paXarT MPAaKTUYCCKUA BCE TPYIIIBI JKABOTHBIX, HECKOJIBKO TPYIIIT IIPOTUCTOB (TpETrapuH,
nH(DY30pUil U apaMUKCHI), HO HUKOTJA HE BCTPEUYAIOTCS y TPUOOB, BBICIIUX PACTCHUI
u Bomopocueii (Stentiford et al., 2016, 2017; Yakovleva et al., 2020). Takxe Ha ceromHsmI-
HUH JIeHb HEBO3MOXKHO JOCTOBEPHO OIPENCIUTh, KaKasl CTaaus KU3HEHHOTO IuKiIa Rozella
SPp. MOJKET COOTBETCTBOBATH CIIOpaM MHUKpocTopuawii. Hanboiee 04eBUIHBIM KaHIAIaTOM
SIBIISICTCS IACTA, (POPMUPYIOMIASCS HAa TMOBEPXHOCTU XO3SMHHOW KIIETKH ¥ IPOPACTAIOMIAs
BHYTpB, T.K. TaHHASA CTaIus, Kak U CIIOpa MUKPOCIIOPUINH, OKPY>KEeHa XUTHHOM, a TPYOKY
TIPOPACTAHUS MOYKHO THITOTETHICCKH CIUTATh aHAJIOTOM TIOJIIPHOM TPYOKH MHUKPOCTIOPUANIA.
OpHAKO 3TO MPEATIONOKEHHUE MTOKa He OBIJIO0 IOAKPETIICHO SKCIIEPUMEHTAIBHBIMH JAHHBIMU.
Takoke TOKa HEN3BECTHO, SBJISIETCS JIM CTPYKTypa, HATOMUHAIOIIAs YKOPOUCHHYIO TIOJIIPHYIO
TPYOKY Yy BBICHINX PO3EIUIHI U 0a3aJbHBIX MHUKPOCHOPHINI, aHAIOTOM HOJSIPHON TPyOKH
KaHOHWYECKUX MUKpocmopuanii. HemsBecTHO Taroke, KAKUM UMEHHO 00pa3oM MPOUCXOAUT
SKCTPY3Hs CIOp 0a3albHBIX MHUKPOCHOPUANN M PO3CIUINI W BHEAPEHHUE 3apOABIIICH ITHX
BUJIOB B KJICTKHU UX XO35CB.

Pa3mep u cTpykTypa resoma

T'erom mukpocnopunuu Encephalitozoon intestinalis mmeet pasmep Bcero 2.3 MITH map
HYKJICOTHIIOB M KoaupyeT okoio 1900 GenkoB, UTO SIBISETCS HAMMEHBIINM ITOKa3aTeIeM
cpemu sykapuot (Corradi etal., 2010). 'eHOM maHHOTO OpraHM3Ma TaKXe IEMOHCTPHPYET
OecTpeleICHTHRIN yPOBEHh KOMITAKTH3AINH: OEIOK-KOAUPYIOIINE MOCISTOBATEIFHOCTH
coctaBisitoT 6onee 90 % reHoma, a MPOMEKYTKH MEXIy reHaMu — B cpexHeM 115 map
ocHoBaHMU. COMOCTAaBUB JaHHBIC O pa3Mepe M CTPYKType TEHOMOB Pa3HBIX BHIOB MHUKpPO-
copuauii ¥ uX OMMKANHIINX POICTBEHHWKOB, MO)KHO OTMETHTH, YTO TEHICHIUS K IIO-
JOOHON KOMMIAKTH3ALUHU SBISAETCS OJHUM W3 OCHOBOTIONATAIONIINX TPEHIOB MX IBONIONNHU
(tabn. 1). K mpumepy, ans reaoma R. allomycis pazmepom okoiio 12 MJIH nap HyKJI€OTH/IOB,
B KOTOpPOM 3aKojipoBaHo Ooisiee 6300 OenkoB, Takke XapaKTepHbl NPU3HAKU PEIyKIHH
U KOMIIAKTH3allUH, OJHAKO MCHEE BBIPAXKCHHBIC, YeM y MHKpocrnopuauii (James et al.,
2013). T'erombl Beicmux posemtuf P. saccamoebae u M. daphniae, Haxoqsamuxcs OIMKe
K MUKPOCHOPUAXSM Ha (PUIIOTEHETHYECKOM JIPEBE, Y)KE 3HAaUUTEIBbHO 00JIee pely IUpOBaHbI,
KaK ¥ y 0a3ajbHBIX MHUKpOcrnopuauii (Tadmn. 1), a HAaUBBICIICH CTENCHH KOMIAKTHU3ALUU
JIOCTUTAIOT TOJBKO KaHOHMYHBIE MHKpPOCIOpUANHU. XOTs Ul adenn]| moKa OTCYTCTBYIOT
TeHOMHBIE JJaHHBIE, aHAJIN3 TPaHCKpHUIToMa P, fribonemae BBISIBUI y IAaHHOTO Opranu3Ma oolee
10 ThIC. MOTEHIMANBHBIX OeNOK-KoAUpYyroIuX nocienoBarensHocTei (Torruella et al., 2018).
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Tadmuua 1. Pa3Mepbl reHOMOB HEKOTOPBIX BUIOB PO3EILTH] 1 MUKPOCIIOPHUIUI
Table 1. Genome sizes of some species of Rozellida and Microsporidia

Bix Pasmep renoma Konuuectso
(MITH Tap HYKJICOTHJIOB) 0CITIOK-KOUPYIONIHX TCHOB
Rozella allomycis 11.9 6350
Paramicrosporidium saccamoebae 7.3 3750
Mitosporidium daphniae 5.6 3330
Amphiamblys sp. 5.6 3642
Metchnikovella incurvata 54 2803
Nematocida parisii 4.1 2661
Edhazardia aedis* 51.3 4190
Enterocytozoon bieneusi 3.9 3632
Ordospora colligata 2.3 1820
Encephalitozoon intestinalis 2.2 1938
Nosema bombycis** 15.7 4468

Ipumeyanus. * Xapakrepusyercst CJI0XKHBIM KHU3HEHHBIM LIUKIIOM, CHEHU(UYECKH a/lalTHPOBAHHBIM
K BEPTUKAIBHOM mepeade (CM. TEKCT).
** XapakTepusyercs: BEICOKOH 3(()EKTHBHOCTHIO BEPTHKAIBHOMN Mepeaadn (CM. TEKCT).

Opnnako B HaOMIOAaEMyI0 TEHACHIIUIO KOMITAKTH3AI[M TeHOMA BUIOB, JISKAIINX B OCHO-
BaHWN (PUIOTCHETHYECKOTO PeBa MUKPOCIIOPHINI W POJICTBEHHBIX UM TPYIIII, HE BIHCHIBA-
IOTCSI MHOTOYHCIICHHBIE OOHAPYKEHHUsI KAHOHWYHBIX MUKPOCIIOPHIMH C pa3MepoM reHoMa,
MHOTOKPATHO TNPEBBIMNAIONINM CPEJHUE 3HAYEHUs AN Tpynnbl. Tak, y MUKPOCTIOPUINH
Edhazardia aedis pazmep reHoma cocrapisier 6onee 51 MITH map HyKJIeOTHa0B, a y Nosema
bombycis, npuHamnex)amed K rpynie dBOJIOIMOHHO MPOJBHHYTBIX MHUKPOCIOPUAMMA
Terresporidia, — 6omee 15 miH map ocHoBanwuii (Pan et al., 2013). Takum obpa3om, pasmep
TeHOMa B INpEZeIax OJHOW IPYIIIBI MOXKET pa3iinyarbcst 6onee ueMm B 25 pas.

Pa3BepHyTas rumoresa, OOBSICHAONMASA JaHHOE SBICHHE, ObUIa BBIABUHYTA TOJBKO
B 2020 r. ABTOpBI COMOCTABWIM M3BECTHBIE T€HOMBI PA3JMYHBIX BUAOB MUKPOCHOPUANI
C UX 00pa3oM KM3HHM, a TaK)Ke NMPOBEIH COOCTBEHHOE HCCIEJ0BaHHE I€HOMOB Pa3HbIX
BUI0B MUKPOCTIOPUINH, TAPa3UTHUPYIOMNX B OHOM M TOM K€ XO35HHE, W HPHUILIN K BbI-
BOJIY, YTO Ha JBOJIIOIMIO TEHOMa MHUKPOCIIOPUINH MOKET CHIIBHO BIHSATH CTPYKTypa I0-
NyJSIKAA, B KOTOPOH CYHIECTBYIOT JaHHbIE OPTaHU3MBI M KOTOpask BO MHOI'OM 3aBHCHUT
OT XapakTepa UX pacIupoCTpaHeHUs (TpaHCMHUCCHHN) B romyssmn xo3seB (Haag etal., 2020).
[To MHEHMIO aBTOPOB, Y MUKPOCHOPH/IUH, B )KU3HEHHOM IIUKJIE KOTOPBIX IPHCYTCTBYIOT
CHeTMaIN3UPOBAHHBIC MEXaHU3MBI BEPTHKAIBHOW TPAaHCMHUCCHM (TIepefada U3 MOKOJICHHUS
B MOKOJICHHE, B YACTHOCTH TPAHCOBAPHAIBHBIM ITyTEM OT POIUTENIEH K TIOTOMKaM y MUKPO-
CIIOPHUJINI HACEKOMBIX ), CPEHHUI pa3Mep MO/ OKa3bIBACTCS 3HAYUTEIILHO CHHYKEH, 10
CPaBHEHHIO C BHJAaMH, MEPENAIOIIMMUCS TOPU30HTaIbHO. Ha Takue momyssinnu B ropasio
MEHBIIEH CTENEeHH JCHCTBYIOT CHIIBI €CTECTBEHHOTO 0TOOpa, OHU ToBepratoTcs sddexram
«aperia TeHOB» M «OyTBHUIOYHOTO TOPIBIIIKA», YTO 3HAUYUTEIHHO yBEIMUUBACT y4acTHE
HEeaJanTHBHEIX MPOIECCOB B DBOIIOIUH JaHHBIX opraHmMoB (de Albuquerque et al., 2020;
Haag et al., 2020). Y mMuKpocnopuuii, TPEUMYIIECTBEHHO MEPEAAIOIINXCS BEPTUKAIBEHO
3a CYET CIEHHAIN3UPOBAHHBIX MEXaHU3MOB, B TECHOME MOTYT HaKalTUBAaThCS Pa3lIUyHbIC
noBTopsitormuecs nocnenoparensHocTd JJHK 1 apyrue yqacTku, He OTHOCAIIHECS K OEJIOK-
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KOZIMPYIOLINM HOCIIENOBATENFHOCTAM. M NelicTBUTENBHO, IS HONABIIAIOIIETO OOIbIIMHCTBA
MHKPOCHOPHANIA ¢ OOJBIINM Pa3MepOM reHOMa OKa3aIMCh XapaKTepHbI ClIeHAIM3UPOBAHHBIC
MEXaHH3MbI BEPTHKAJILHOW TPAHCMUCCHH, TOTZIA KaK BHIbBI ¢ HAaHOOJIee KOMIAKTHBIMH I'€HO-
MaMH TIePearoTcs MPEHMYIIECTBEHHO TOPH30HTAIBHO (Cpeau 0co0ei OIHOTO TTOKOJICHMS)
(de Albuquerque et al., 2020; Haag et al., 2020).

B renomax pasiamuHBIX BUIOB MHUKPOCIOPHINI HaimeHo Bcero okono 800 xoHcepBa-
THUBHBIX OEJIKOB, Y4acCTBYIOIIMX B OCHOBHOM B TaKuX Ipolreccax, kak perukanus JHK,
Tparckpunmug U Tpancwanus (Nakjang et al., 2013; Wadi, Reinke 2020). MaTepecHo, 9To
32 cemelicTBa KOHCEPBAaTUBHBIX OETIKOB MHUKPOCIIOPHINIA HE OOHAPYKEHBI Y IPYTHX SyKapHOT.
HexoTopslie n3 3TuX 0enkoB (YHKIMOHUPYIOT KaK YacTh MOJSIPHOU TPYyOKH MIIH 0OOIIOUKH
CHOpBI, HO (yHKIUS OonpImrHCTBa 13 HUX HemsBecTHA (Nakjang et al., 2013; Wadi, Reinke
2020). 'erom MHKpOCTIOpUANIT KpaifHe BapHaTUBEH U MOJKET COACP)KaTh COTHH YHUKAIBHBIX
0eJIKOB, OTCYTCTBYIOIINX JaXke y OIM3KOPOACTBEHHBIX BHIOB TOro e poxaa (Reinke et al.,
2017). 3-3a TOTO, YTO MHOTHE OETTOK-KOAUPYIOIINE TTOCIEA0BATEIEHOCTH MUKPOCIIOPUIHN,
KaK ¥ UX T€HOMBI B LIEJIOM, PeIYLUPOBAHbI X MOAU(HIIMPOBAHBI, 3a4ACTYIO IIPOCTOTO aHAJIN3a
NPUCYTCTBUS WIHM OTCYTCTBHUS Y HUX T€HOB, KOIMUPYIOIHUX OEJIKH, BOBJICUCHHbIE B OIPE/IeIICH-
HBII [TpoIIecc, HEAOCTATOYHO IS ONpeneieHHs (DYHKIMOHUPOBAaHHS 3TOH cucteMbl. CorllacHO
pe3yibraTaM HelaBHUX HCCIEJOBAHMH PEelyLHUPOBAHHBIX PHOOCOM MHKPOCIIOPHIMH, XOTS
B FeHOME JJaHHBIX BUJIOB COXPAHSETCs] OTHOCHTEIIBHO MOJIHBINA HAO0p PHOOCOMAIBHBIX OEIIKOB,
JIBa M3 3THX OEJNKOB OOJbILE HE SBILIOTCS CTPYKTYPHBIMU JICMEHTAMU JaHHBIX OpTaHelI
1 BBITIOJTHSIOT B KJIETKaX MUKpocmopuaunii apyrue ¢pyakuuu (Melnikov et al., 2018; Barandun
et al., 2019). K npumepy, KOHCEpBaTUBHBIN prOOCOMaIbHBIN Oemok eS3 1y Bcex BUIOB MUKPO-
CIIOPHIMH yTpaunBaeT 3HAYUTEIBHYIO YacTh CBOSH aMUHOKHCIIOTHOW HOCIIE0BATEIbHOCTH
u cBs3b ¢ pubocomamu. OJJHAKO JaHHAsK MOJIEKYJIa IIPOJOJDKAET aKTHBHO SKCIIPECCHPOBATHCS
B KJIETKaX MHKPOCIIOPUIUH U, BEPOSATHO, Y4acTBYeT B OMOCHHTE3e¢ yOMKBHTHHA JAHHBIX
opran3MoB. TakuM 00pa3oM, MOXKHO ClieJIaTh BBIBOA, YTO MHOTHE KOMIIOHEHTHI KJIETOK
MHKPOCIIOPH I, KOTOPBIE HACHTU(GUIHMPYIOTCS C ITOMOIIBIO aBTOMAaTHYECKOH aHHOTALMH
T€HOMOB, MOTYT YTPa4MBaTh YaCTh CBOMX OMOIOrHYEeCKUX (DYHKLMH H3-3a IPOAOIDKAIOIIecs
pemyKINH TeHOMa JaHHBIX opraHum3MoB B »Boronnu (Melnikov et al., 2018).

CucreMa 3HepreTH4ecKoro MeTadom3mMa

Cucrema HEpreTH4ecKkoro oOMeHa MHUKPOCHOPUANI IEMOHCTpUpYeT Hanbosee spKui
HNpUMEp UX 3aBUCUMOCTH OT X03s¢B. HEKOTOpbIe U3 HUX MOJHOCTBIO YTPATHIIU CIIOCOOHOCTD
K camocTosTenbHOMY cuHTe3y AT®, Bcereno momarasch Ha META0OIHMUECKYIO CHCTEMY
xo3stmHa (Wiredu et al., 2017). B uenom, GpyHKIMOHMPOBAHKWE CHCTEMBI YHEPIETHUECKOTO
MeTaboIM3Ma KaHOHHIECKUX MUKPOCIOPHIUI MOXET OBITh ONMCAHO CIEIYIONIUM 00pa3oM:
(1) He obmanast MOTHOLIEHHBIMA MUTOXOHJIPUSIMHU, Ha CTAJNU BHYTPUKJIETOUHOTO Pa3BUTHUS
9TH napasuthl noiyvawotT AT®, TpaHcropTupys ero n3 MHQUIUPOBAHHBIX KJIETOK XO35EB
¢ oMomnsio yHUKaNBHBIX AT®-meperocunkoB (NTT translocases), mproOpEeTCHHBIX UMHU
B pe3yJbTare rOpPU30HTAIBLHOTO NEpeHoca TeHOB OT OakTepuil; u (2) Ha CTaaAuuU CIIOp OHM
CHHTE3UPYIOT 3TO COEAMHEHHE MOCPEACTBOM INIMKOJIM3a C MCIOIb30BAaHUEM IIINIEPOI-3-
¢docdarHOro YEIHOKA M aIBTEPHATHBHONW OKCH/IA3bI JUISl PEOKUCIICHHST BOCCTAHOBHTEIILHBIX
9KBUBAJICHTOB, 00Pa3yIOIINXCs B X0/1¢ JaHHOTro nporecca (Williams et al., 2010). DBororu-
OHHO IIPOABHUHYTHIE MUKPOCTIOPUANH 13 rpymmsl Terresporidia yTpadnBaroT anbTepHaTHBHYIO
OKCHJIa3y M MPHOOPETAIOT HEKUH HOBBIM, HA CETOAHSIIHUEN JIeHb HE M3YYCHHBIM MEXaHU3M
st mopnepskanus rukonmsa (Timofeev et al., 2020). Hekoropsie mpeacTaBUTETH 3TOM
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TPYIIIBI TAKKE YTPAYUBAIOT CIIOCOOHOCTH K TIIMKOJIM3Y U, IO BCEH BUANMOCTH, aIalITHPYIOT-
csi K AT®D-He3aBUCHMOMY CYIIIECTBOBAHMIO HA CTaUM CIIOPHI U MHPHUIMPOBAHUIO XO35HHA
(Keeling et al., 2010; Wiredu et al., 2017).

Y MeuHHKOBeIHA — 0a3aJIbHBIX MUKPOCIIOPUINI — TaKXKe OTCYTCTBYIOT MUTOXOHIPHH
W, COOTBETCTBEHHO, CIIOCOOHOCTh K OKHCIHTEIbHOMY (ochoprmupoBarno. Kpome Toro,
y 3THX Iapa3uTOB HE OOHApY)KEHa aJbTEPHATUBHAS OKCHJa3a M XapaKTEpHBIE U1 APYTUX
mukpocropuanit AT®-nepenocunku. [1o Bcelt BUANMOCTH, TaHHBIE OPTaHU3MBI MOTYT CHH-
TesnpoBath AT® 3a cyeT MIMKOIN3a, UCIIONB3YS MMOKa HE M3BECTHBIM MEXaHW3M €ro IIOJ-
nepxkaHusa. ABTOPBI pacimi(poBKu TeHOMOB Amphiamblys sp. m Metchnikovella incurvata
TIPEJIIONIAraloT, YTO HA CTAANH BHYTPUKICTOYHOTO Pa3BUTHSI MEUHHKOBEIUTH/IBI, KAK U BBICIINC
MHUKPOCIIOPHINH, MOTYT TPAHCIIOPTUPOBATh U3 KJIETKH X03uHa AT®, HO NCTIONB3YIOT I
storo nepeHocunku apyroro tuna (MCF) (Mikhailov et al., 2017; Galindo et al., 2018),
OZIHAKO 3Ta 0COOEHHOCTH ellle He OblIa MOATBEPXKICHA YKCIIEPUMEHTAIBHO.

Bce npencraButenn pozemma o0nanaoT (yHKIMOHATBHEIMA MUTOXOHIPUSMH U CIIO-
COOHOCTBIO K OKHCIUTENEHOMY (ochopmmmpoBanuio (y P. saccamoebae 3T OpraHeIUIbI
elle He OBbUTH BBIABIEHBI MOP(OIIOTHUYECKH; MIMEIOTCS JAHHBIE TOIBKO O MUTOXOHPHAIIBHOM
TeHOME). Y pa3iIMyHBIX MPEICTaBUTEICH TPyNIbl MOKET HAONIOAAThCSI HE3HAUMTEIbHAS
PEIyKIHs JaHHBIX OPraHeIul, KOTOpasi, 10 BCEH BHAMMOCTH, HIPOUCXOIUT Y Pa3HBIX BHJIOB
HE3aBHCUMO U 3aKII0YaeTcs B yTpaTe MMHU KOMIUIEKca | OKHUCIUTENHHOTO (ochopuiampo-
Banus (James et al., 2013; Haag et al., 2014; Quandt et al., 2017). laTEepecHO, YTO TOIBKO
y Hanbosee 6a3aapHOTO BUIA TAHHOU TpyNIbl, Rozella sp., HO HE y IPpyTUX OIMM3KOPOICTBEH-
HBIX MHKPOCTIOPHIMSIM Mapa3suToB, ObIIM 0OHAPYKEHBI MOZOOHBIE MUKPOCIIOPHIHATBHBIM
AT®-11epeHOCUYHKH, CIIOCOOHBIE HAMIPSIMYIO TPaHCHOPTHPOBaTh AT®D 13 3apa’keHHON KIETKU
xo3suHa (Dean et al., 2018). Jlanublii GpakT MOXKHO OOBSICHUTH TEM, UTO 3TH IIEPEHOCUUKU
MOTJTH OBITh IPHOOPETEHBI HE3aBUCHMO MPEACTaBUTEISIMU pona Rozella sp. M1 KaHOHUYHBI-
MU MHUKpocnopuausaMu. OHAKO COTIIACHO MCCIIEIOBAHUAM CTPYKTYPBI M (DYHKIIHH JaHHBIX
TPAHCIOPTEPOB, 00JIEEe BEPOSTHBI UX NPHOOPETEHHE PO3EIUINAAMU U MHUKPOCIOPUANSIMH
OT OOIIETO mpesKa, W MOCIEAYIOmas yTpara BEICIINME PO3EINIaMu U 0a3aJbHBIMA MH-
kpocnopuamsivu (Heinz et al., 2014; Dean et al., 2018). KocBeHHBIM mOATBEpKIEHUEM
STOW THUMOTE3Bl CTaj0 HEeJaBHEE OOHapyXXEHHE HOBOTO ceMeiicTBa TpaHcmopTepoB ATO
(MFS transporters) B TeHOMax y BCEX PO3CIUIHI U MHUKPOCHOPHINI M TEMOHCTPAIHS TI0-
TEHIUAIFHON CITIOCOOHOCTH ATHX TPAHCIIOPTEPOB paborars aHanorugHo AT®D-nepeHocurKam
(NTT translocases), T. €. ygacTBoBath B TpaHcropTe AT® H3 KIETOK X035€B, 3apaKCHHBIX
stumu mapasutamu (Major et al., 2019).

CoOpaB BOEIMHO NPEJCTABICHHBIC BBIIIE JAHHBIC, MOYKHO BBICTPOUTH KPaTKOE OIHCa-
HUE THIIOTETHUYECKOTO ABOMIOLIMOHHOIO IyTH MUKPOCIIOPUANH, B pE3ylbTaTe KOTOPOro OHU
CTaJlM AKCTPEMAJBbHO CIIEHUAIN3NPOBAHHBIMU BHYTPHKJICTOUHBIMU TNapazutamu. OOmmid
MIPEI0K MUKPOCIIOPUIHH 1 TPpHOOB, BEPOSTHO, ObIIT CBOOOAHOKHMBYIIIMM YHJOOHOTHUECKUM
XHUIHUKOM WM Hapa3sUTOUA0M, KOTOPBIM MOpa)kaad OpraHU3MBbl ¢ BBIPAKEHHOHM KIETOUHOMN
CTEHKOH 1 oOnagan ameOodare IsSTHON paccesUTeNbHON CTaaneil. DTOT OpraHu3M HMell
TIOJTHOLICHHBIE, HE PelyIMPOBaHHbBIC TEHOM U CHCTEMY YHEPreTHUECKOTO METaboIM3Ma | 110
BCEM XapaKTEPHCTHKaM, BEpOSITHO, ObUI OJIM30K K COBpEeMEHHBIM adenuigaM. B nanbHei-
IIeM JaHHBIC OpPraHW3MBbl MTOCTEIIEHHO CTaJM BCTyNaTh B OOJee TOHKHE B3aWMOACHCTBHS
C KJIETKaMH X031€B U B KaKOH-TO MOMEHT MEpEeLUId OT MPOCTOr0 MOEAaHUsl COIEPKUMOro
3apa’keHHBIX KJIETOK K BHYTPUKJIETOYHOMY NapasutupoBaHuio. Ha aTom sTane HaunHaercs
MIPOIIECC PeAYKINU TeHOMa U (DYHKIIMOHAIBHOTO arapara 3THX OPraHu3MOB, KOTOPBIH J10-
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CTUI CBOEH BBICLIEHN CTENEHU YXKE y CaMMX MUKPOCHOPUANN. Ba)KHBIM 3TariomM 3BOJIOLUHU
MIPEIKOB MUKPOCIIOPUINHA Ha TON CTaanu OBUIO MpHoOpeTeHHe MMM YHUKAIbHBIX ATO-
MIEPEHOCYNKOB, CIIOCOOHBIX HANpPSMYIO TPAHCIIOPTUPOBATh AAHHOE COCIMHEHNE W3 KIETOK
x03simHa. Takue opraHu3Mbl OOJNbIE 3aBHUCEIHM OT CBOMX XO3f€B, HO BCE CIIEC COXPaHSIH
MUTOXOHJPUH M CIIOCOOHOCTh K OKHCIHUTENbHOMY (ochopuimpoBanuto. Hanbonee 6mm3-
KHMHU K TaKOMY IIPEIKOBOMY COCTOSIHHIO SIBIISTIOTCSI COBPEMEHHBIE MPEACTABUTENN POAA
Rozella. Ha cnemytorieM 3Tare Mpon30InIo pe3koe n3MeHEeHHe MOP(HOIOTHH PaCcCeTUTENbHON
CTaJ M, C YTPATOH JKIyTHKOBOTO almapara U ee MPEBPAIIECHUEM B HETOIBIDKHYIO CIIODY,
00JIaIaroNIy 0 CIICINAIN3UPOBAHHBIM aIlllapaToM 3KCTPY3HH, UTO, BEPOSITHEE BCETO, MOTIIO
OBITH CBSI3aHO C OCBOSHHEM HOBOI'O KPYTa XO3sI€B — IIPEIKOB KUBOTHBIX M MIPOCTEHINNX, HE
00TagaronX BEIPAKCHHOHN KIETOUYHOW CTeHKOH. Ha 3ToM sTame pemyKmus U crieruann3a-
LUl TEHOMOB JAHHBIX OPTaHU3MOB yX€ JIOCTHIVIA OECIPENeAeHTHON I JPYTHX 3YKapHoOT
CTEINECHH, OIHAKO OHH BCE €IIE COXPaHsIN (DYHKIIMOHATIbHBIE MUTOXOHAPUH U HE JOCTUIIIN
BBICHIEH CTENEHU 3aBUCUMOCTH OT CBOMX X03sieB. HanOosee 611M3Kku K TaKOMY ITPEAKOBOMY
COCTOSIHUIO BBICIINE PO3CITUALI — Paramicrosporidium, Mitosporidium n ap. CTeneHp 3a-
BHCHMOCTH IIPEIKOB MUKPOCIOPUANIL OT HX XO3€B BCE BO3PACTala U B KAKOI-TO MOMEHT HX
MHUTOXOHAPHHU OBIIH PEyLIUPOBAHbI IO MUTOCOM, HECIIOCOOHBIX K cuHTe3y AT®. binskumu
K TaKOMy COCTOSIHHIO SIBIISIFOTCSI COBpEMEHHbIE Oa3asibHble MUKpocnopuanu. M, HakoHer,
MaKCHMAaJIbHYIO CTENEHb PEIYKLIUH M CIEHATN3ANA TCHOMA, 3HAUUTEIbHOE YCIOKHEHHUE
1 COBEPIIEHCTBOBAHME almapara 3KCTPY3HH CIIOp, a TaKKe MOJHYI0 YTpaTry cOOCTBEHHOM
CHCTEMBI SHEPTETUYECKOr0 MeTadOoNM3Ma Mbl MOXKEM HAOIIONATh y Pa3INYHBIX BHIOB Ka-
HOHHUYHBIX MUKPOCIIOPUANI.
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MICROSPORIDIA AND THEIR CLOSEST RELATIVES: CURRENT IDEAS ABOUT
THE EVOLUTION OF A UNIQUE GROUP OF EXTREME PARASITES

S. A. Timofeev, I. V. Senderskiy, V. S. Zhuravlev, V. V. Dolgikh

Key words: Microsporidia, Aphelida, Cryptomycota, intracellular parasites, evolution

SUMMARY

This review presents modern ideas about the evolution and phylogeny of a group of obligate
intracellular eukaryotic parasites — the Microsporidia. In the process of adaptation to the intracellular
parasitism, the genome and functional apparatus of these organisms was significantly reduced and
modified. The systematic position of this group remained unclear for a long time, and it was not known
for certain how the evolution of microsporidia occurred, when and how they acquired their unique
adaptations to the parasitic lifestyle. A real breakthrough in the study of the evolution of microsporidia
has been made only in the last few years. The groups that occupy the position closest to microsporidia
on the tree of life were found and described: Cryptomycota (Rozellida) and Aphelida. Sequencing of
the genomes of representatives of these groups, which also belong to intracellular parasites, and the
first genomic data on the representatives of the basal branches of microsporidia obtained in 2013-2020,
made it possible to take a fresh look at the evolution of microsporidia and their closest relatives, to
find intermediate forms on the way to adaptation to intracellular parasitism.
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B mocnennue necsaTHICTHS BO BCEM MHPE aKTHBHO W3Y4arOTCs 3alUTHBIC PCAKIUH JICTOYHBIX
MOJUTIOCKOB. B pe3ybrare HAKOIUIEHBI MHOTOYHCIICHHBIE CBEICHUSI O Pa3JIMYHBIX aCIIEKTaX HMMYHHOTO
OTBeTa IyJIbMOHAT KaK Ha KJIIETOYHOM, TaK M Ha TYMOPAIBLHOM YPOBHSIX. AHAIIU3y 3TOr0 Marepuania B
MOCJIeTHUE TOABI MOCBALICHO HECKOJBbKO 0030pHBIX cTarell (Adema, Loker, 2015; Pila et al., 2016a;
Melillo et al., 2018; Li et al., 2020). OnHako B OTEYECTBEHHOU JMTepaType Mof0o0HbIe padoThl OMmy-
OnrKoBaHbI Ooiee maTHAMIATH JieT Hazan (Araes, [lTonepuikos, 2004; Ataes u 1p., 2005a, 6; [anak-
THOHOB, 2005). VIMeHHO ¢ menbro 0000ImeH s COBPEMEHHBIX MPEICTAaBICHN 00 IMMYHHOM OTBETE
JICTOYHBIX MOJUTIOCKOB U 00O3HAYEHHs OCHOBHBIX MPOOJIEM, CBSI3aHHBIX C MX U3YYCHHUEM, BBHIITOJHCH
JaHHbIi 0030p. B paboTre paccMaTpuBarOTCS 3aIUTHBIC PEAKIIMU MOJUTFOCKOB Ha Pa3andHbie (paKTophI
HMMYHHU3aLUH, HO OCHOBHOE BHUMAHHUE YACISETCS IMMYHHBIM PEaKIMsAIM Ha TPEMATOIHYIO HHBA3HIO.
3T0 00YCIIOBICHO HE TOJIBKO OOJIBILINM 3HAYSHUEM ITYJIbMOHAT KaK MPOMEKYTOUHBIX X03i€B TPEMaTo/l,
HO W POJIBIO MOCIETHUX B PA3BUTHH MMMYHHUTETA MOJUTIOCKOB.

KiioueBble c10Ba: JeTrOUHBIE MOJUTIOCKH, KJIETOUYHBIH MMMYHHUTET, TyMOPaIbHBIH HMMYHUTET,
TEMOIUTHI, TEMOTI033

DOI: 10.31857/S1234567806050028

VY 103BOHOUYHBIX KUBOTHBIX Hapsy C CUCTEMON BPOXKACHHOTO MMMYHHUTETa (DYHKIHO-
HUpYET CHUCTEMa aJalNTHBHOIO MMMYyHHTETa. E€ OTIMUUTENbHBIME MTPU3HAKAMH SIBIISTIOTCS
CIIOCOOHOCTh PACIO3HABATh AHTUICHBI M PEardpoBaTh Ha HUX C 00pa30BaHHEM KIOHOB
TUM(OLUTOB ¥ BbICOKOA(D(UHHBIX aHTHUTEN, a TAK)Ke HaJIM4YMe KICTOYHOW MMMYHHOM ma-
MSITH, KOTOpasi Mo3BoJIsieT Oosiee 23Pp(GEKTHBHO pearnpoBaTh HA MATOTeH MPHU MOBTOPHOMN
HMMYHH3AIHH.

Jlonroe Bpems cymiecTBOBaHHE MOTO0OHOHN 3aIIUTHOIN CUCTEMBI y OECITO3BOHOYHBIX OOJTh-
LIMHCTBOM YUYEHBIX HE JIOMYCKAJIOCh M3-32 OTCYTCTBHS Y THX YKHBOTHBIX «HUCTHHHBIX»
nuMboruToB U aHTutesl. OMHAKO B MMOCICAHES BPEMs CTaM IMOSBISATHCS JaHHBIC, CBUIC-
TCHI)CTByIOI_HI/IC 0 HAJIMYUHN y Hpe}lCTaBHTeJ’ICﬁ pa3HI/I‘-IHBIX prHH 6CCHO3BOHO‘-IHI)IX, npe)K,ue
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BCEro Y MOJUIIOCKOB M apTpPOIIO, 3aLIUTHBIX MEXaHH3MOB, IEMOHCTPHPYIOIINX HPH3HAKH
amantuBHOTO MMMyHHUTeTa (Rowley, Powell, 2007; Adema, Loker, 2015; Gourbal et al., 2018
u 71p.). B wactHOCTH, OECTIO3BOHOYHBIC JKHUBOTHBIE MOTYT ObIcTpee U d((eKTHBHEE pearu-
poBaTh Ha Yy)KEpOIHbIH (HAKTOP IPH IMOBTOPHOH MMMyHH3aLUH. JloKazaTesibCTBa HAIUYUS
MMMYHOJIOTHYECKOH MaMsATH y OECIIO3BOHOYHBIX TOyHYEHBI IPH TIPOBEJICHNH NCCIICAOBAHUM
MH(EKINOHHOTO UMMYHHUTETA, TPAHCIUIAHTALMOHHOTO KIMMYHHUTETa 1 IMMYHHOTO TpaiiMu-
POBaHMSI C UCIIOJIb30BAHUEM UYKEPOJHBIX MOJIEKYJ. B TO jxe Bpemst ocTaroTcst IMCKYCCHOH-
HBIMH MHOTHE BOIIPOCHI, TIPEK/IC BCETO CBSI3aHHBIE C PACKPHITHEM MEXaHU3MOB UMMYHHBIX
peakuuii, BKIr049as MMMyHoJornueckyto namsath (Gourbal et al., 2018; Melillo et al., 2018).

CoBpeMeHHas KOHLEIHsI BPOXKJICHHOIO UMMYHHUTETa, OCHOBaHHAsl Ha CIIOCOOHOCTH
KJIETOK pacro3HaBaTh MaTOTeH-aCCOIMUPOBAHHBIE MOJIEKYJISIPHBIC MaTTepHbI (00pa3bl ma-
toreHHOCTH) (Janeway, Medzhitov, 2002), mo3Boimia mo-HOBOMY B3IIIHYTh Ha TpooOie-
My creun(UYHOCTH B CHCTEME BPOXKAECHHOTO MMMYHHTETA. BBIACHHIIOCH, YTO sIBICHHE
IPYIIIOBOH CIICIM(UIHOCTH K ITATOTEHAaM — Ba)KHAsI XapaKTEePHCTHKA KJICTOK BPOXKICHHOTO
HMMYHHUTETa, KOTOpas pea3yercs Ojarofaps HaJIWYUIO Y HUX Pa3sHOOOPA3HBIX IATOTCH-
PAaCIO3HAIOIINX PELenTOPOB. B TO ke BpeMsl, pacKphITHE My TeH pealnu3aui OCHOBHBIX (OpM
a/IalITHBHOTO NMMYHHOTO OTBETA ITOKa3aJI0 HEBO3MOXKHOCTD €ro 3aIlycKa 1 peann3anun 6e3
KOMIIOHEHTOB CHCTEMBl BPOXKICHHOTO MMMYHHUTETA. DTO IPUBEIO K MEPECMOTPY CaMOTr0
MOHSATHSI «CIEUU(PUIHOCT», B TOM YHCJIE M B OTHOLICHUU OECHO3BOHOUHBIX JKMBOTHBIX.
[Tpn 5TOM MeXaHM3MBI 3aIIUTHBIX Peakui 0eCrO3BOHOUYHBIX MOTYT Pa3iIM4aThCs Kak IO
NPOJIOJDKUTENILHOCTH, TaK U MO CHEU(PUYHOCTH B 3aBUCUMOCTH OT IIPUPOABI NaTOreHa
(Adema, Loker, 2015).

TpaauIMOHHO paccMaTpUBAIOTCS JIBA ACMIEKTa MMMYHHBIX PEAKIUI JKUBOTHBIX: KJIETOY-
HBII ¥ TyMOpaibHbIi. OJHAKO KIIFOYEBBIM 3BEHOM OCYLIECTBICHHMS MMMYHHBIX pEakIUil Ha
1r000M YpOBHE IPHU3HAIOTCA LUPKYIUPYIOIINE KIETKH, KOTOpPbIE, KPOME y4acTHs B JJIU-
MHUHAIMU 9yKEPOJHOT0, TaKXKe 3a1efiCTBOBAHBI B 00pPa30BaHMM I'yMOPaJIbHBEIX (aKTOPOB
(Adema, Loker, 2015). CoOTBETCTBEHHO, MPOBECTH YETKYIO TPAHHUIY MEKIY KICTOYHBIM
U TYMOpPaJIbHBIM MMMYHHUTETOM 3a4acTy0 HEBO3MOXHO (puc. 1).

Mosutrockn cpean 6ecro3BOHOYHBIX 00JIaIal0T OHUMHU M3 Hauboliee CIOXKHBIX M 3-
(PeKTHBHBIX UIMMYHHBIX peakiuid. [laHHbI 0030p MOCBSIIEH aHAIU3Y 3alIUTHBIX PEaKIUi
JIETOYHBIX MOJUIIOCKOB, KOTOPBIE B HACTOsIEE BPEMs, Hapsly ¢ HaCEKOMBIMH, Hauboiee
AKTHBHO M3Y4YalOTCs B OTOM HarpaBieHHH. [IOHATHE «MMMYHUTET» B OTHOLICHUH MOJUIIO-
CKOB I0J[pa3yMeBaeT CIOCOOHOCTH IOCJIEIHUX AJPECHO pPaclo3HaBaTh MapasUTHYCCKUX
Npe/ICTaBUTeNel TAKCOHOB Pa3HOT0 YPOBHS, BKIIIOUAsi KOHKPETHBIC BU/BI U JIAXKE IITAMMBI
MapasuToOB, a TAK)KE aKTHBHPOBATH 3aIlIMTHBIC MEXaHU3MbI, KOTOPbIE B UTOTE MPHBOAST
K JIMMHHALMN [1aTOTeHA.

3anIuTHBIE peakIui MOJUTIOCKOB (IIPEXe BCEro, KIETOYHBIEC) N3yYalOTCs C CepeIuHBI
MPOILTOTO Beka. HakorieH OoNbIoi SKCIIEpIMEHTATBHBIA MaTeprual O XapakTepe Mpo-
TeKaHHsl TPEMATOJIHOW MHBA3UH JUIA pa3HBIX Mozjesell (cM. Hike). K coxaneHuro, MHOTHE
MPEKPacHO CIUIAHWPOBAHHBIC U MPOBEICHHBIC UCCIIEIOBAHUS WILTIOCTPHPYIOT XOI UMMYH-
HBIX peakIuid, HO HE PacKphIBAIOT MEXaHW3MOB MX peanu3anuu. [1o3ToMy OOIBIIMHCTBO
CJICJIaHHBIX BBIBOJIOB HOCSIT HPENIOJIOKHUTEIBHBIN XapakTep. 1 TONbKO B MOCIEIHNE TOIbI
HCCIIeJOBaHNsI MMMYHHOTO OTBETa MOJUIIOCKOB BBILIUIM Ha HOBBIM TEOPETUYECKUI U METO-
nuyeckuid ypoBHH. Tak, Gnarozapst BHEAPEHUIO HOBBIX MOAXOJ0B CTalM BO3MOXKHBI HCCIIe-
JIOBaHHUS TIAPa3UTO-XO3MHHBIX OTHOLICHUH Ha MOJICKYJSIPHOM YPOBHE — I'€HOTHITHUYECKOM
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WMMYHUTET : .
NYNbMOHAT yMOpanbHbIn

KnetouHbiin

OpraHbl/Knetku | ANO/ Tlemouuts lenaTonaHkpeac BesikoBas JKenesa
MaTtoreH- Monekynbi AHTUMUKPOOG- —— [
pa;g&:ﬁ%opuére azresum Hble NenTuApbl
Monekynbi
AKTUBHbIE
®epmeHTbI UHrnbutopsl KomnoHeHTb! s
depmeHTOB KOMMAemMeHTa Kucnopoaa
PacnosHasaHue
Apresua Onconusauus LIUTOTOKCMYHOCTD
MexaHu3mbl HYIKEPOAOTO
AkTMBaLua MeXKkneTto4yHas BHyTpuKAeTOYHas
remonossa Koonepauus perynaums
Peakuuu darountos WHKancynaumsa ArrnoTMHaLMmn MaHTtuna

Pucynox 1. KOMIOHEHTbl UMMYHUTETA ITYJIbBMOHAT.
Figure 1. Components of immunity of pulmonate molluscs.

COBMECTUMOCTH YJIMTOK M TPEMAaTOl U MEXKMOJICKYISIPHBIX B3aUMOJICHCTBHII KOMIIOHEHTOB
CHCTEMbl UIMMYHHTETa ¥ IIapa3uTa B X0OJe TPEMAaTOJHON HHBA3HH.

AHanuzy crapblX padOT, MHOTHE M3 KOTOPBIX CTaJIN KJIACCHYECKUMHM, MbI ITOCBATHIH
npensiaymue cratel (Ataes, [Tonesmukos, 2004; Ataes u ap., 2005a, 6). 31ech ke MBI TIO-
cTapaJiuch 0000MIHTB, IIPEXKE BCErO, PE3YJIbTaThl COBPEMEHHBIX HCCIIEJOBAHIH HMMYHHBIX
pEaKIHii JErOYHBIX MOJITIOCKOB.

3a BpeMs CBOETO CyNISCTBOBAHHS MOJUTIOCKH MPHOOPETH OYCHb IUPOKUI KPyT CHMOM-
OHTOB, BKJIFOYAIOIINH KaK MPOCTHIX KOMMEHCAJIOB, TaK M OOJIMIaTHBIX M y3KOCHIEIU(PUIHBIX
[Iapa3uToOB, OTHOCAIINXCS K CAMBIM Pa3HBIM CHCTEMAaTHYESCKUM IPYIIIaM — OT IIPOTUCTOB JI0
LEeTOMUYECKHX 4YepBeil. OHAKO pa3BUTHE UMMYHHTETA JISTOYHBIX MOJUTIOCKOB U B LIEJIOM
racTPOIIOJ MPEXKIE BCErO CBSI3aHO C ABOJOLMOHHO CIIOKUBIIMMHUCS MAPa3HTO-XO03SIMHHBIMH
cucteMaMu «Tpemaroabl—moiurrockm» (Cribb et al., 2001; Araes, IloneBmmukos, 2004;
Lockyer et al., 2004; Adema, Loker, 2015), B KOTOpBIX OPIOXOHOTHE MOJUTIOCKH BBICTYIIa-
10T B Ka4eCTBE TEPBbIX, a HHOTA U BTOPBIX MPOMEKYTOYHBIX X035€B (B CIIy4yae pa3BUTHS B
HUX MeTalepkapuil). Mupamuuy n30uparesibHO 3apakatoT YINTOK, IPEBPAIAIOTCsl B HUX
B MaTE€pUHCKYIO CIIOPOLIMCTY, B PE3yJIbTaTe PasBUTHS U Pa3MHOXKEHHSI KOTOPOW popMupyroTcs
JIOYEpHHE TTOKOJICHUS] ApTEHUT (PEANH/CIIOPOLHCTHI), CIIOCOOHBIE OTPOXK/IATh CIIEAYIOLIHE
reHepalyy MapTeHUT U (WIN) JIMYMHOK MapHUT — LEepKapHid.

dopmupoBanre HHOpaNONyIsAIUil TAPTCHUT B MOJITIOCKE MOXKET MOAYUHATHCS pas-
JIMYHOM CTpaTreruy napasuTuiMa, OJHAKO BO BCEX CIIydasx MOJpa3yMeBaeT NEepeKIIIoueHne
peCypCoB X03s5MHa Ha ee MOIePKaHUe U pa3BUTHE. B pe3ynbrare MpoucxoisT 3HaYNTEIbHbIE
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M3MEHEHHS B (PU3HOJIOrUH X03anHa. OXHUM U3 IIUPOKO M3BECTHBIX BO3ACHCTBUHN SBIACTCA
a¢dekT napazurapHoil KacTparyu, MPOSBIISIOIIUICS B TOJABJICHUH CIIOCOOHOCTH MOJUTIOCKA
pasmHOX)athes. [Ipu 3TOM peann3yrorcs Be OCHOBHBIE CTPAaTETHH BHYTPHUMOJIIIOCKOBOTO
pas3BuTHS TpeMaroia: (GOpMUpOBaHHE MH(OPATOMYJSINN MAPTEHUT JIMMUTHPOBAHHOTO JINOO
MIPOJIOHTUPOBAaHHOTO THIOB (ATaeB, 2017). B 3aBuCHMOCTH OT 3TOTO 3apa)KEHHbIEC YIUTKH
SMUTHPYIOT LEPKAPUIl OT HECKONBKHX JHEHW 0 HECKOJIBKHX MeECSLeB U aaxe JeT. 1 Bce
5TO BpeMs IAPTEHUTHI HAXOHATCA B TECHOM KOHTAKTE C TKaHSAMHU MOJIIIOCKA-XO35SHMHA
U UX UMMYHHOU cucTeMOW. B pesynbrare AIUTENIbHON KO3BOIIOLMUA MEXAY TPEMaToAaMU
U MOJUTIOCKAaMH CIIOXKHJINCH T€CHBbIE B3aMMOJCHCTBHUSA, OTpaXKaroIUe YPOBEHb MPOTHUBOpPE-
YUBBIX MOTpeOHOCTEH mapasuta u xo3suHa (Lockyer et al., 2004).

IIpu nonroMm cocencTBe BBICOKOMATONEHHOW JTMHUM MApa3sHTOB C ONPENENIEHHON IpyI-
TIOW XO035€B MOXKHO OXKHAATh, YTO UMMYHHTET MOJIIFOCKOB CTaHET Oojee crieru(uIHbIM
B OTHOILICHNH PACMIO3HABAHUS M JUMHUHAINH ONPECICHHOIO BUa (IITaMMa) TPEMaTo I, 1o
CPaBHEHHIO C JIPYTMMHU TeIbMHUHTAMH, HE MPEACTABISAIOMNME Ul HUX OMAaCHOCTH.

Pesynbrarel n3ydeHus crienn(pUIHOCTH Tapa3uTO-XO3SIMHHBIX CUCTEM «TPEMAaTOIbI—MOJI-
JIOCKW» ITOKA3aJIM, YTO IIOBTOPHOE 3apAKEHHE MOXKET BBI3BIBATH JIBA OCHOBHBIX BapHaHTa
MMMYHHOTO OTBeTa MoJuTiocka. C OTHON CTOPOHBI, IMEETCSI OONBIIOe KOTHMYECTBO PadoT,
B KOTOPBIX OTMEYAETCS TIOBBIIICHHE PE3UCTEHTHOCTH YJAUTOK Ha MOBTOPHOE 3apaKeHHUE JIHO-
obm BugioMm Tpemaron (Lie, Heyneman, 1975; Lie et al., 1982, 1983; Sullivan et al., 1982;
Sire et al., 1998). D10 siBrIEHHE MOIYYNIIO Ha3BaHUE «IMYHMHOYHOI0 aHTaronn3may (Sullivan,
Hu, 1996; Sire et al., 1998). Hanpumep, npu nociieioBaTeIbHOM 3apaxenun Biomphalaria
glabrata cnagana Schistosoma mansoni, a 3ateM Cotylurus lutzi TBOWHOTO 3apakeHUs HE
BO3HHMKAeT B TOM CIJIydae, €CJIM MapTEHHUTHI IIHCTOCOM Pa3BUBAINCh B MOJUTIOCKE 15 mim
6onee nueit (Bash, 1969). [lelicTBUTEIHO, OTHOCUTEIBHO HEOOIbIIAs dKCTEHCUBHOCTD
JIBOWHOI (Tem Oosiee, TPOIHOIT) TpeMaTOAHON MHBA3MM YJIUTOK B IPUpPOJIE OTMEualach
MHOTHMH uccieoBarensiMi. OJHaKo CIIeyeT YUUTHIBATh, YTO SIBICHUE JIMYMHOYHOTO aHTa-
TOHM3Ma MOXeT 0a3MpOBATHCS HE TOJIBKO Ha 3AIUTHBIX PEAKIUAX MOJUTIOCKA-X03sMHa (Sire
et al., 1998), HO U BO3HHUKATh OMOCPENOBAaHHO — BCICACTBHE B3aMMOJCHCTBHUS MAPa3UTOB
TIpu MHOKeCTBeHHOM 3apakeHuu (Mouahid, Mone, 1990; Araes, [lo6poBonbckuii, 1992;
Combes, 1995). K coxkalieHHIO, CTETICHb PeaTU3alliK TOTO I HHOTO MEXaHU3Ma MOBBIIICHHSI
PE3UCTEHTHOCTH MOJIIIOCKOB K ITIOBTOPHOM MHBA3UU B IIPUPOJIE IPAKTUYECKHA HE U3YyUCHA.

C npyroii CTOpOHBI, TPEABAPUTEIbHAS HHBA3H OJHUM BHIOM TPEMATOJ B Psi/IE CIIydacB
CHIKAET TOCIEIYIOMNI UMMYHHBIH OTBET MOJUTIOCKA Ha 3apa’keHUE MapasuTaMu JPyTuxX
BUJIOB ((OpMHpPYETCsl KMPHOOPeTeHHAsI YyBCTBUTEJIBHOCTBY). DTO, B CBOIO OUEPE/lb, MOXKET
NPUBOJINTH K BDKMBAHUIO HecrenuduaHoro napasurta. Hanpumep, 3apakeHre MOJIITIOCKOB
Biomphalaria glabrata cnoponicramu Echinostoma paraensei IPUBOANT K TOAABICHUIO
HEKOTOPBIX KOMIIOHCHTOB UMMYHHOTO OTBeTa Biomphalaria glabrata (Adema et al., 2010;
Hanington et al., 2010a), B ToM 4mcne TeX, KOTOPbIE OTBEYAIOT 32 TPEIOTBpAICHUE pa3-
ButHs Schistosoma mansoni (Lie et al., 1977; Loker et al., 1986; Bayne, Yoshino, 1989).
['eMOIUTHI YIUTOK, 3apaKeHHBIX SXUHOCTOMAaMH, TEPSAIOT CIIOCOOHOCTh OCEAATh HA MTOBEPX-
HOCTH YYy)XEPOJHBIX 00BEKTOB ¥ 00pa30BbIBATH BOIM3U HUX JFOOBIE arIIOTHHALINH, BKITFOYAst
kancynsl (Lie, Heyneman, 1976b).

[IpenmecTByomas HHBa3UsI MOJLTIOCKOB Biomphalaria orbignyi u B. oligoza Tpemarona-
MU Zygocotyle lunata nemaeT MOJUTIOCKOB, OOBIYHO yCTOHYMBBIX K ITHCTOCOMHON MHBA3UH,
YYBCTBUTEJIFHBIMHE K 3apakeHHIO Schistosoma mansoni (Spatz et al., 2012). 3BecTHO Takxe,
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uto Echinostoma paraensei 0Ka3blBaeT CHIBHOE BIMSHUE HAa CTPYKTYPY M (DyHKIIHOHAIIBHOE
COCTOSHHE T'eMOLIMTOB MOJUIIOCKA-X035IMHA, NPEeAOTBpaias (OpMHUPOBAHHUE KAICYJ BOKPYT
CTHOpOUHCT Schistosoma mansoni y MOJUTIOCKOB pe3ncTeHTHBIX mTammoB (Loker et al., 1992).
Bo3MoXxHO, siBIICHHE NPHOOPETEHHOH YyBCTBUTEIBEHOCTH MPOSBISACTCS B (POPMHPOBAHUH
HOBBIX CIEH(UYHBIX I1aPa3HTO-XO3SIMHHBIX OTHOILCHUH, 4TO Ha MPAKTHKE MOXKET CIIOCco0-
CTBOBAaTh YBEJIWYCHHIO YHCIIA BHIOB MOJUIIOCKOB — MOTEHIMAIBHBIX X035€B KOHKPETHBIX
BUJIOB TpeMaTol. B pesynbrare mpoucXomuT paciiupeHue reorpaduu 3THX Mapa3uToB.

KJIETOUYHBIA UMMYHUTET
T'emouuThI

3a BBINOJIHEHWE UMMYHHBIX PEaKIMii MOJUIIOCKOB Ha JIIOOOM YpOBHE OTBEUAIOT IIUPKY-
JIUPYFOIIUE KICTKA reMOIMMQBI MOJUTFOCKOB — reMoITuThl (Ataes, [lonesmukos, 2004; Pila
et al., 2016a).

Mopdomoruueckas KiaacCU(pHUKANUs T€MOLIUTOB MyJIbMOHAT OCHOBAaHA HA MCCIIEI0Ba-
HUSIX, [TPOBEJCHHBIX C TIOMOIIBIO CBETOBOM M AJIEKTPOHHOH MuKpockornuu (Sminia, 1972;
Harris, 1975; Sminia, Barendsen 1980; Ottaviani, 1983; Adema et al., 1992; Sasaki et al.,
2003; Cavalcanti et al., 2012; Ataev et al., 2016; Pila et al., 2016a; Prokhorova et al., 2018;
Tokmakova et al., 2020 u ap.), nporounoii nuromerpun (Martins-Souza et al., 2009; Barcante
et al., 2012; Ataev et al., 2016; Prokhorova et al., 2018; Tokmakova et al., 2020), Ha TaHHBIX
10 U3YYCHHUIO (PYHKIMOHAIBHON akTuBHOCTH KiIeTOK (Cheng, 1984), 1o pa3aencHuIo KIeTOK
HCHTPU(YTUPOBAHKEM B IpaaucHTe ioTHOoCcTH (Adema et al., 1994), Mo cBA3bIBAHUIO aHTH-
ten (Yoshino, Granath, 1985) u depmenTHbix MapkepoB (Sminia, Barendsen, 1980; Joky
et al., 1983; Yoshino, Granath, 1983).

B pasnbIx paboTax OMUCBHIBACTCS Pa3IMYHOC KOJIMYCCTBO THIIOB KJICTOK TeMOJUMQBI
nyneMoHaT (Sminia, 1972; Rondelaud, Barthe, 1981; Ottaviani, Franchini, 1988; van der
Knaap et al., 1993; Matricon-Condrat, Letocart, 1999; Martins-Souza et al., 2009; Caval-
canti et al., 2012; IIpoxopoBa u np., 2018 u ap.). CuTyauus OCIOKHIETCS MHOXKECTBOM
TCPMUHOB, UCHOJIB3YEMBIX MJIA 0603Ha‘IeHI/I${ IIOCIICIHUX: J'IeﬁKOL[HTLI, J'II/IMq)OI_II/ITI)I, (ba-
roluThl, Makpodaru, rpanyiaonutel, amedouutsl u ap. (Cheng, 1975; Jeong, Heyneman,
1976; Cheng, Guida, 1980; Sminia, Barendsen, 1980; Stumpf, Gilbertson, 1980; Sminia,
1981; Barracco et al., 1993; Adamowicz, Bolaczek, 2003). 31o pa3Hoobpa3ue MOKeT OBbITh
CBsA3aHO C UCIIOJIb30BAHHUEM MPHU UX ONHUCAHWUU PA3JIMYHBIX IMTPU3HAKOB!: MOp(i)OHOFI/I’-IeCKI/IX,
YIBTPACTPYKTYpHBIX 0COOEHHOCTEH, Onoxumuueckux mapkepos (Pila et al., 2016a).

Tem He MeHee, OOTBIIMHCTBO UCCIEAOBATENCH BBIACIAIOT Y MyJIbMOHAT /1Ba OCHOBHBIX
THUIIa TEMOLIUTOB — I'PaHyJIOIMTHl U THaMHOIUTHI (puc. 2) (Cheng, 1975, 1984; Ottaviani,
2006; Yoshino et al., 2013; Ataev et al., 2016; Pila et al., 2016a, 2017; Prokhorova et al.,
2018; Tokmakova et al., 2020). OTi KIETKH pa3IUyarOTCs MO Py MPU3HAKOB: pa3mepy,
CIOCOOHOCTH 00Pa30BbIBATh MICEBAONONNH, (hAroUTaPHON AKTHBHOCTH, KOJIUYECTBEHHOMY
COOTHOIIICHHUIO B KPOBOTOKE, a Takxke HabopoM u cTpoeHueM opraneint (Barbosa et al., 2006;
Souza, Andrade, 2006).

['eMOLIUTBI y4acTBYIOT B Pa3iMYHBIX (PU3HMOIOTUUECKUX MPOLECCaxX B OPraHU3ME MOJI-
JIFOCKa, BKJIIOYasd MMMYHHbBIC PCAKIIUH. B YaCTHOCTHU, OHH 3a,l:[eﬁCTBOBaHbI B pacrio3Ha-
Banuu mnarorcHoB (Gust et al., 2013), ¢aronuroze (Sminia, 1972, 1981; van der Knaap,
1981; Yamaguchi et al., 1988; Araes, Ilonesiukos, 2004; Ataev et al., 2016; Pila et al.,
2016a; 2017), nHKANCYISIMKA 9yKEPOJHbIX 00bekToB (Sminia et al., 1974; Harris, 1975;
Lie, Heyneman, 1976b; Loker et al., 1982; Jourdane, Cheng, 1987; Ataev, Coustau, 1999;
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Furuta, Yamaguchi, 2001; IIpoxoposa u np., 2015), 06pa3oBaHAN IUTOTOKCHYECKUX MOJIE-
Kyl — METabOINTOB KHCIOPO/a U a30Ta, aHTUMUKPOOHBIX OenkoB (Dikkeboom et al., 1988;
Adema et al., 1992, 1994; Humphries, Yoshino, 2008; Seppéld, Leicht, 2013), BeipaboTke
orcoHnHOB (HampuMmep, JektuHoB) (Horak, Deme, 1998) u mutoknnoB (De Jong-Brink,
1994, Gust et al., 2013). Kpome 3T0r0, TeMOIUTH yYaCTBYIOT B IPOIIECCAX pereHepaIiim
(Franchini, Ottaviani, 2000; Furuta, Yamaguchi, 2001; Hermann et al., 2005) u ¢popmupo-
BaHUM pakoBuHBI (Mount et al., 2004). YyacTre B TaKkux IpoIieccax MOXKET 3HAYUTEIHHO
COKpAILaTh KOJINYECTBO LIUPKYIUPYIOIIMX IEMOLMTOB, OJHAKO 3TU IOTEPH BOCIOIHAIOTCS
B pe3yJbTaTe reMoIon3a.

Pucynoxk 2. I'emorutsl Momuttocka Biomphalaria glabrata. A — rpanyiaouut, 5 — rnaqMHOLUT.
Figure 2. Hemocytes of Biomphalaria glabrata. A — granulocyte, 5 — hyalinocyte.

Kierounble 3aniuTHBIE peakuuun

I'maBHO# (yHKIMEH TeMOIMTOB SBISETCS 3aIINTA BHYTPEHHEH CPEIbl OpraHn3Ma X03siMHa
OT Pa3IUYHBIX YY)KEPOJHBIX (AaKTOPOB.

Pacno3HaBaHue YyKepPOIHOI0 — IICHTPAIbHOE COOBITHE MIMMYHHOTO OTBETa, 00CCIICUH-
BarOIIee 3aIlyCK BCETO Kackaza KakK KIETOUHBIX, TAK U TYMOPAIBHBIX PEAKIINH, HEOOXOAUMBIX
JUIA 3JIMMUHAIUU I1aTOI'CHA.

PacrniozHaBaHue B CHCTEME BPOXKACHHOTO MMMYHHUTETA CBSI3aHO CO CIIOCOOHOCTBIO Klle-
TOK y3HaBaTh TaK Ha3bIBACMBLIC O6p331)1 IIaTOI€HHOCTHU (I/IJ'II/I MaToreH-aCCoOIMMPOBAHHEIC
MOJIEKYJISIpHBIE TIaTTepHBI, pathogen-associated molecular patterns, PAMP) u 06pa3sr omac-
Hoctu (damage-associated molecular patterns, DAMP). PAMP u DAPM coaepxar mo-
JICKYJISAPHBIE MOTUBBI, CBUACTCILCTBYIOIIHUE O HOTeHHHaHBHOﬁ OITIACHOCTU HUX HOCHUTCIIA
(Janeway, Medzhitov, 2002). CunuraeTcsi, 4TO Takasi MOJCKYJSIPHAS «METKa» HE SIBISCTCS
BBICOKOCTIEIIM(UYHON U MOXKET SIBJISITHCS TPU3HAKOM 11€JI0H TPYIIbI HaToreHoB. PerenTops
KJIETOK BPOKJICHHOTO MMMYHHTETa (Kak MeMOpaHHbIC, TAK U CEKPETUPYEMBbIE), CIIOCOOHBIE
pacniozHaBate PAMP u DAMP, oTHOCAT K MaTTepH-paclo3HAIOINM perenTtopam (pattern
recognition receptors, PRRs). PRRs m03BOHOUYHBIX W OCCIIO3BOHOUHBIX JKUBOTHBIX HMECIOT
Pa3MYHYI0 MOJICKYJSIPHYIO CTPYKTYpY U TpoucxoxjeHue. OJHAKO HE TOJBKO MMMYHO-
KOMIICTCHTHBIC KJICTKH, HO W KJICTKH 6ap1>eprIx U COCOUHUTCIBbHBIX TKaHen MOT'YT DOKC-
npeccupoBarh Takue perentopsl (Akira et al., 2006; Nie et al., 2018). K PRR otHOCsT
Toll-mono6usie penentopsl (toll-like receptors, TLR), nekTuHbl, perenTopsl HyKJIEHHOBBIX
kucnot (nucleotide-oligimerizing domain receptors, NOD), anTuOakTepraibHble OCIKH,
KOMIIOHCHTHI KOMIIJICMCHTA.

Bnaro;lapﬂ Pa3BUTHIO TEXHOJIOTUI BBICOKOITPOU3BOAUTECILHOIO CEKBEHUPOBAHUA U IIPO-
TEOMHOT'O aHaJIM3a, B TIOCIIEJHAE HECKOJIBKO JIET JI0Ka3aHO HAJIMYUE Y MOJUTFOCKOB OCHOBHBIX
rpynn PRR: TLR, nunononucaxapua-cBsa3piBaronuii 6einok (LBP), manHan u namMuHapuH-
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CBSI3BIBAIOIIIHE MOJIEKYIIBI, e THIOIIHKaH-pacno3Hatomue 6enxu (peptidoglycan recognition
proteins, PGRP), 6ok, cBsi3bIBaronyii rpaMoTpHLaTeIbHbIe OaKTeprn, OSIIKH TBaIEITyTICKOTO
koMIutekca pesucteHTHOoCcTH (guadeloupe resistance complex, GRC) (Dhelly et al., 2015),
JICKTHHBI HECKOJIBKUX TPYII (CM. HIKE).

Hecmotpst Ha pazHooOpasue peuentopoB, Hanbosiee u3yyeHHbIMHU siBisitorest TLR. Do
camas apesHss rpymma PRR, obmamaromias Hanbonee MUPOKAM CIIEKTPOM PAaCIO3HABAHUS
gyxepoanoro. C MomeHTa oTKpbITUst Y Drosophila melanogaster (Anderson et al., 1985)
OHM OOHapy>KEeHBI y OOJBIINHCTBA O3BOHOYHBIX M OSCIIO3BOHOYHBIX KMBOTHBIX. MoJeky-
asipHast ctpykrypa TLR W curHanbHbBIe IyTH, 00€CHEeYHBAIONINE aKTHBAIMIO KJICTKH TIPH
B3aumoeiicteuu narorena ¢ TLR, ouens koHcepBaruHbl (Takeda, Akira, 2015; Pila et al.,
2016b; Adema et al., 2017; Wallet et al., 2018). Ognako pasusie rpymmsl TLR «cnennamm-
3UpyroTCs» Ha pacrio3HaBaHuu pasHeix PAMP u DAMP (Takeda et al., 2003).

Y Biomphalaria glabrata BeisiBneHo 56 reHOB, Kogupyommx TLR aByX pasHBIX THIIOB
(V-TLR u P-TLR) (Adema et al., 2017). CpaBHUTEIBHBIA aHATIU3 TPAHCKPUIITOMOB IeMO-
LIMTOB ITOKa3aJsl 6ojIee BHICOKUIN yPOBEHb KOHCTUTYTHBHOM 3kcmpeccuu reHa TLR (BgTLR)
MOJUTIOCKOB B. glabrata, pe3uCTEHTHBIX K 3apakeHuto Schistosoma mansoni (munust BS-90),
1o cpaBHEHUIO ¢ yyBcTBUTEIbHBIME (JHUs M) (Pila et al., 2016b). 3apaxenue S. mansoni
MIPUBOIHT K 27-KPaTHOMY POCTY SKCIIPECCHH T'eHA B TEMOLMTAX MOJUIIOCKOB PE3UCTEHTHOM
JIMHUY, B TO BpeMs KaK B FeMOLUTAaX MOJUIIOCKOB YYBCTBHUTEIILHOM JMHUM HKCIIPECCHs HE
mMensiercs. [Ipu 3Tom HOkmayH rera ¢ momomisio Kommiementapraoir PHK (siRNA) mpuso-
JIUT K 3HaYNTEIbHOMY (Ha 43 %) MOBBIIICHUIO YYBCTBUTEIBLHOCTH K 3apasKeHUIO S. mansoni
(Pila et al., 2016b) u cHmxenuro darountapHoit akruBHoctu remouuros (Pila et al., 2017).

Takum 0Opazom, HaJM4Ke oNpeesieHHoro Habopa reHoB TLR paccmarpuBaercs B kade-
CTBE OJTHOTO M3 BO3MOKHBIX MEXaHH3MOB, ONPECISIONINX CIIEU(UUECKYI0 COBMECTUMOCTh
B cucTeMe «Tpemarombl-moiutiock» (Pila et al., 2016b).

Crrey oM 3a pacro3HaBaHUEM STalloM UMMYHHOW peaKkLuH SBISECTCS aAre3us reMo-
HUTOB Ha MIOBEPXHOCTHU UY)KEPOIAHOTO 00bekTa. OHa SIBISETCS HEOOXOIMMBIM YCIOBHEM JUIS
peanu3anuu (HarounuTos3a U Ipyrux GopM KIETOYHOIO OTBETa MOJLTIOCKOB. CpaBHUTEIBHBIH
aHaJIM3 TPAHCKPHUIITOMOB MOIUTIOCKOB Biomphalaria glabrata pe3uCTEHTHBIX U 4yBCTBH-
TENBHBIX K 3apakeHuto Echinostoma caproni TUHUN MOKa3al HaJM4YMe HECKOJIBKUX TPYIII
MOJICKYJ aJIre€3UH: IePMATOIOHTHHBI (IBYX TUIIOB), MaTPHJIMHBI, HHTCIPHHBI U KaJr€PUHBI
(Bouchut et al., 20006).

JlepMaTONOHTHHEI SBJIAIOTCS. CEKPETOPHBIMU OSIIKaMH, BBIBIICHHBIMH Y GeCIIO3BOHOYHBIX
pasHbIX rpymmn. Mx ywactue B mporeccax aJare3uu J0Ka3aHo Ul TyOOK, YJICHHCTOHOTHX
u mosutrockoB (Bouchut et al., 2006; Sarashina et al., 2006; Coustau et al., 2015). YpoBeHb
9KCHPECCHU TCHOB JIEPMATOIIOHTHHOB Yy MOJUTIOCKOB PE3UCTCHTHBIX JINHUH TTOBBILIACTCS PH
TpemaToHo! MHBa3uu. [Ip1 3TOM MakCHMaJIbHBIN yPOBEHb IKCIIPECCUU HAOIIOAASTCSI MEKITY
48 u 72 gacamMu TOCIIe 3apaykeHHs, YTO COBMANACT C TUHAMUKON MHKATICYIAINN CIIOPOIHCT
remoruramu (Mitta et al., 2005). Y MOJUTIOCKOB, 4yBCTBUTEIBHBIX JTMHUH HAOIIOAETCS T10-
CTEIIEHHOE CHI)KEHHUE SKCIIPECCUH ACPMATOIIOHTHHA IIPH 3apaxkeHuu Echinostoma paraensei
(Hanington et al., 2010a).

MarpuiarHbl IeMOHCTPUPYIOT CXOXKYIO JTUHAMHUKY SKCIPECCHH y PE3UCTCHTHBIX MOJI-
JFOCKOB, OJTHAKO Y YYBCTBHTEJBHBIX HHTAKTHBIX MOJUIFOCKOB MX OKCIPECCHs BBIIIE, YeM
y PE3HMCTEHTHBIX (IpH 3apaxkeHUH E. caproni). ITO MOCIYXWIO OCHOBaHHEM JUIs TIPE.IIO-
JIOKEHUs, YTO 4yBCTBHUTEIBHBIC MOJUIIOCKH MMEIOT 0OJiee MOIIHYIO CHCTEMY KOaryJsuuu
reMoJIMMQBbl, KOTOpasi MOJKET NPENITCTBOBAaTh MUTpalun remoruros (Bouchut et al., 2006).
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Jpyras rpymnmna TpaHcMeMOpaHHBIX OEJIKOB, BOBJIICUCHHBIX B MEXKKIICTOYHbIC B3AUMOJICH-
CTBUsI U (POPMUPOBAHUE BHEKIJIECTOUHOTO MAaTPUKCA — KarePHHBI — TAKXKE CHUIIbHEE IKCIIPEC-
CHUPYECTCA Y YYBCTBHUTCIIbHBIX MOJIJIFOCKOB, 3apaKCHHBIX E. caproni, YeM y PE3UCTCHTHBLIX.
[Ipu 3TOM MOKa3aHO CHMXKEHHE MX IKCIPECCUH Y MOJUIFOCKOB Biomphalaria glabrata, no-
BTOPHO 3apaykeHHbIX Schistosoma mansoni (Pinaud et al., 2019).

PaznuyHast CIoCOOHOCTh HUPKYIUPYIONIMX KISTOK K are3un 1 (Hharorutody MOKeT ObITh
o0ycioBiieHa pa3HbBIM HaOOPOM MOJIEKYI aAre3uH y pasHbIX THIOB remounToB (Hermann
et al., 2008). DTa 0COOEHHOCTH CKa3bIBACTCS HA YYACTHU TOCIEIHUX B KICTOYHBIX 3aIIUT-
HBIX PEaKIHsX.

Ha HauanpHbBIX 3Tanax MHBa3HM y MOJIIIOCKOB Pa3BHBAaeTCsl HecnennpriecKkas nepBuy-
Hasi KJIeTouHasi peaknusi. OHa OCYIIECTBISIETCS 38 CUET FEMOLIUTOB, YCTPEMIISIOIUXCS U3
Ornm3IexamMX TKaHeH ¥ UPKYJSIIUK B O4ar BOCIIAJICHHS, Tl OHH CIIOCOOHBI K JalbHEeHIeH
arperanyy, ariloTHHALMY, UHKANCYISUUK U (arounTo3y npoHUkKiux rnaroreHoB (Cheng,
Jourdan, 1987; Arae, IToneBmuxkoB, 2004; TokmakoBa, 2018).

HecnenuduanocTs 3TOH peakiuy BhIpaKeHa B CXOJHOM IPOTEKaHWM B OTBET Ha BHE-
JIPeHHE Ty)epoaHoro (hakTopa Jr000H MPUPOHI (AIT0- U KCEHOTPAHCIUIAHTATHI, TApa3UThI)
(Jourdan, Cheng, 1987; Ataev, Coustau, 1999; IIpoxoposa u ap., 2015). Bo Bcex ciyuasx
BOKpYT IMAToreHa 00pa3yeTcsi CKOIUICHUE PACIUIACTHIBAIOIIUXCS T€MOIIUTOB, MBbITAIOIIMXCS
H30JTUPOBATH €T0 OT OKPYKAIOIINX TKaHEeH. Pesynbratom 3¢ eKTHBHON EPBUYHON peakInu
MOKET CTaTh: 'M0elib MaroreHa; ero JOJIrOBpeMEHHasl M30JISIIKsl BHYTPH T'€MOLUTapHON
KarcyJsbl; B CiIydae JIOKaJIM3alliH I1aToreHa BOIM3M MOKPOBOB MOJUIIOCKA BO3MOXKHO €TI0
«BBIJIABIIMBAHUE» BO BHEIIHIOIO CPelly M KyIHPOBaHUE TKAHEBBIX MOCIIEICTBUI IPOHUKHO-
Benusi (Lie, Heyneman, 1976a). Bce nepeuncieHHble MEXaHU3MbI IEPBUYHON KJIETOYHOU
peaKknyy MOTYT Pea30BaThCsl IPH TPEMATOTHOIN MHBA3WH IyJIbMOHAT. B 3aBucHMOCcTH OT
BHUa (J'II/IHI/II/I) MOJIJIFOCKA U BHUJia TPEMATO/I, a TAKXKC HUX JIOKAJIU3allhuU B XO3IMHE IICPBUYIHAA
peaknus BEIpakeHa MO-pa3sHOMY. Bo MHOTHX CiTydasx OHAa HPUBOAUT HE TOIBKO K U3OIIALUH
rapasuTa, HO M K €ro THoOeH.

OpnHako B OOJBIIMHCTBE CIIy4aeB, HE3aBUCHMO OT MOCJIEACTBUI NMEPBUYHON PEaKLUH,
HaOJIOMaeTCsl aKTUBAIUS TEMOII033a JIETOUHBIX MOJUTFOCKOB (CM. HIDKE), 00eCTIedrBaromiast
3aIyCK BTOPMYHOIi KJ1eTO4HOi peakiun. Heo6xoanmMocTs B Hell 00ycIoBIeHa HEAOCTATKOM
UMEIOILIUXCS B LUPKYJSIMMA reMOLUTOB. B ciyuae 3)(heKTHBHOCTH MEPBUYHON peakiuu
3amadeil BHOBb 00Pa30BaHHBIX KJIETOK SBISCTCS y4acTHE B JIMKBHIAIMH €€ TOCICACTBHA,
100 3aBeplICHHE WHKAICYJISIUK Mapa3uTa B palioHEe ero HavyajlbHOW JIOKaM3aluHl B XO-
3strHe (pHc. 3).

Bonee cioxHO OHa MPOTEKaeT NMpPU MUTPALMM MaTEPUHCKOHM CIIOPOLMCTHI MOCIE 3a-
BeplieHus ero Meramopdo3a. Eciu mepBuyHas KIeTOYHAs 3alllUTHAs Peakiusi oKas3aaach
HeNoCTaTo9HO 3(P(PEKTUBHON IS U3OJSIMHA U THOCITH CIIOPOIMCTHI, TIOCICTHSS TOKUAACT
paiioH HavaJbHOMW JIOKAJIM3AMK M NepeMeIIaeTcs B Ipyrie OpraHbl. 3/1eCh BO3MOXKHO He-
CKOJIBKO OCHOBHBIX BaPHAHTOB ITOBE/ICHIS TEMOITUTOB, MYJIBTHIUIMKAIINS KOTOPBIX BBI3BaHA
TPEeMaTOHOH MHBa3HE.

[epBebIii, 1 HauboIEe €CTECTBEHHBIH ISl TOHUMAHUS KJIETOYHBIX UMMYHHBIX PEaKLUi
BapUaHT — OTMEUEHHOE BBIIIE MPOAOJIKEHHE NEPBUYHON peakunu B (GopMe MHKANCYJIS-
nuM Jnb0 GOpMHUPOBAHME KaICyJbl BOKPYT HapTeHUT, OKOHYATEIHHO MOCEIMBIINXCS BO
BHYTPEHHUX OpPraHax MOJUTIOCKA-X03AnHA. MHOTOYHCICHHBIE TEMOLIUTHI 00pa3yioT BOKPYT
rapasuTa MOUIHYIO Kamncyiy. [Ipn 3ToM Mexay BHYTpEHHEH MOBEPXHOCTBHIO MOCIEAHEH M
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Pucynok 3. Cxema MHKAINCy/IAIMN MApTEHUT TeMOIMTaMHU MoJutiocka. [Ipu nmpoHHKHOBEHNT
MaToreHa BHa4aje MPOUCXOST MUTPAIMs TEMOLMTOB U3 OJM3JIeKAIINX TKAHEH ¥ IUPKYISIHN.
B nanpHeiimeM KOJIMYECTBO TEMOIMTOB BO3PACTAaET 3a CUeT pabOTHI TeMOIIOITHIECKUX OPTaHOB,
1 matoreH uHKancynaupyetcs. [locne rubenn mapasnTa mpouCXOaUT pa3dopKa Karcyibl.

Figure 3. A scheme of encapsulation of parthenitac by molluscan hemocytes. When a pathogen
enters, hemocytes first migrate from the nearby tissues and circulation. Then their number increases
due to the work of hematopoietic organs, and the pathogen is encapsulated. After the death of the
parasite, the capsule is disassembled.

TEJIOM TIapa3nuTa COXPAHACTCS y3KHH MPOCBET. BO3MOXHO, IMEHHO 3/1€Ch HAKAIUTHMBAIOTCS
LIUTOTOKCHYECKHE BEILECTBA, BbIICIIEMbIE KIETKAMH I'eMOIUM(bI, KOTOPble ¥ HHULUHPY-
I0T HadaJlo Tpolecca pas3pylleHus 4y)KepolIHbix o0bekToB. [Ipeamnonaraercs, 4ro aTUMU
BEIIECTBAMH MOTYT OBbITh aKTHBHBIC ()OPMBI KHCIOPOJa U OKCHJ| a30Ta, BhIpabaThiBacMble
remorramu (Connors, Yoshino, 1990; Connors et al., 1991; Adema et al., 2001; ATtaeB u
Ip., 20056). BHyTpH Takoif Karcyirsl IPOUCXOIUT THOENb TTapa3nTa, a 3aTeM (aroIuTo3 MepT-
BBIX KJIETOK CIOPOITUCTHI M BHYTPEHHHX CJI0EB Karcynbl (cM. Artae, [Tonesmrukos, 2004).

ITocne nukBUIAnMU Oo4ara BOCIHAJIEHUs] HAOMOOaeTcsl pa300pka BHEIIHUX CIIOEB Karcy-
Jsibl. ITpu 3TOM cTpOoeHME FEeMONOITUYECKUX CTPYKTYP U KOJIMYECTBEHHBIE XaPAKTEPUCTUKU
KJIETOYHOT'O COCTaBa reMoIMM(bI BO3BPAILIAIOTCS B UCXOAHOE COCTOSIHUE. AHAJIOTUYHBIE TIPO-
SIBJICHUSI KJIETOYHOTO UMMYHHUTETa B (JOPMHUPOBAHNH KaIICyJl BOKPYT YyXKEPOJHbIX (paKTOpoB
OIMCAaHbI KaK JUIs OSCIIO3BOHOYHBIX, TAK M Ul MO3BOHOYHBIX JKMBOTHBIX (['amakTnoHoB,
2005). bonee Toro, onncaHHAs ABYXATAITHOCTH KJICTOYHOM 3alIUTHOW pEaKIHH ITyTbMOHAT
aHaJIOTMYHA BOCTIAJIUTENILHON Peakini MIIEKOIIMTAIOIINX, Y KOTOPBIX ITaTOreH BHAYaje TaK-
K€ BBI3BIBACT BOCIIAIIMTEIBHBIN MPOIIECC, a TIO3/IHEE B PEAKIMIO BOBJICKAIOTCS (DOPMEHHBIE
9JIEMEHTHI, 00pa30BaHHBIC B PE3yJIbTaTe aKTUBALUK T€MOIIOATHYECKUX CTPYKTYP.

Kak yxe ynmomMHHaIoCh, TeMOLUTHI MOJUIIOCKOB, YyBCTBUTEIBHBIX U PE3UCTEHTHBIX
K TpEMaToJHON WHBa3WM JWHUHA B. glabrata, otnnvaiorcs 1Mo crocoOHOCTH K y4acTHIO
B MHKATICYJISIIMY IPOHHUKAIOIETO BO BHYTpEHHIOIO cpeny mapasuta (Lie, Heyneman, 1976).
WHKancymsinust nopa3yMeBaeT TECHbIM KOHTAKT FeMOLIUTOB MEKTy COOOH U C IIOBEPXHOCTHIO
napasuta. Takoe B3aMMOJICHCTBHUE MpE/IoNaraeT y4yacTie B MMMYHHOM OTBETE MOJICKYII
anre3uu. [Ipy sTOM pasnuuusi MEXIy YIUTKaMH YyBCTBHTEJILHON M PE3UCTEHTHOW JIMHUMA
MOTYT OBITH CBSI3aHBI C Pa3HbIM PENEepPTyapoM MOJIEKYJ a/re3Hu.

BTopoii THII peakIiuii 3aKJIF0YacTCsl B 00pa30BaHUU armIIOTHHAIMIA. B crieruduaHbx
Mapa3uTO-XO3SIMHHBIX CUCTEMAaX MHKAMCYISIUN TPEMATO/] B pe3yJbTaTe BTOPUYHON PEaKIIUN
HE TPOMUCXO/IUT, HECMOTPS HA BHIPAKEHHYIO aKTUBAIMIO T€MOII033a U MOBBIIICHUE a/IF€3UOH-
HOW CITOCOOHOCTH BHOBB (DOPMHPYEMBIX TeMOIUTOB. [locienHre 00HapyKUBAIOT TAPTCHUT
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1 MOTYT 00pa30BBIBaTh KPYIHBIEC arrIIOTHHAINYU B paiiOHE MX JOKAJIN3aINU, HHOTA JJaXKe
Ha MOBEPXHOCTH criopouucT. OQHAKO MHKAINCY/ISIIUN HE TIPOUCXONT, U Mapa3uThl MPOAO0II-
JKAIOT HOPMAJIBHO Pa3BHBATHCS, HECMOTPSI HA TAKOE COCEICTBO. B nanmbHeimem mono0HbIe
arnIIOTUHALIMY Pa3OUPAIOTCs, ¥ BHEIIHUX MPOSBICHUN KJIETOUHBIX PEAKIMi Ha TPEMATOIHYIO
WMHBA3MIO HE HAOIIOAETCs, XOTS B reMOJIMM (e 3apakeHHOTO MOJITIOCKA OTMEYAETCS TTOBbI-
IIEHHOE KOJIMYECTBO TEMOLUTOB MO CPABHEHHIO C MHTAKTHBIMH KWBOTHBIMH.

Tpertuii T — 00pa3oBaHKe reMOMMTAPHON MAHTUH BOKPYT IIApa3nuTa B PE3yJIbTaTe U3-
BPAIICHUs 3aIIUTHON KIICTOYHOM PEaKIINK XO31MHA Ha IaPa3uTHPOBAHKE MMAPTEHUT TPEMATO/I.
[MocnenHue 0Ka3bIBAIOTCS M30JIMPOBAHHBIMU OT OKPY)KAIOIIMX TKAHEH XO3sIMHA, OTHAKO HE
MOJIBEPraroTCsl BO3JCUCTBUSAM UMMYHHON CHCTEMBI, a CKOpee. Ha000POT, HAXOMSATCS MO/ ee
3ammToi. V3HauamsHO Takoe oOpa3oBaHue OBIIO OMICaHO y criopouurcT oTpsina Plagiorchiata
(Schell, 1965; Hobposonbckuii, Paiixens, 1973). OnHako B HacTosIee BpeMs MpeiaraeT-
Csl paclIMPHUTh IPUMEHEHHE TEPMHHA «MAHTHs» Ha BCE CIYYad T€MOLMTAPHON H30JISIHU
TPEeMaro, Mpyu KOTOPOil Mapa3ut He TOJBKO HE MOTHOAeT, HO U CIOCOOCH 3aBEPIIUTh CBOEC
pasButue. OcTanbHbIE OTIMYHUS XapAKTEPU3YIOT YACTHBIC CIydad aJanTalliii TpemMaro]
K Mapa3suTH3My M HE MEHSIOT OOleil KapTHHBI B3aMMOOTHOIIEHUH, CKIIAIbIBAIOIINXCS
y HUX C MOJUTIOCKOM-XO3IMHOM. MaHTuUsi O0BIYHO TIOKPBIBAET BCE TENO mnapasuta. [Ipu sTom
y HETO COXpaHsIeTCS BO3MOXKHOCTH HCIIONB30BaTh PeCypchl Xo3snHa. OIHAKO OHAa MOXKET
W TIPEPHIBATHCS B ONPENCICHHBIX yJYacTKaX. Takoi mpuMep IEMOHCTPUPYIOT CIIOPOLUACTHI
pona Leucochloridium, BOKPYT 3peIIbIX OTPOCTKOB KOTOPBIX 00pa3yeTcst CIUTONIHASL MAHTHS,
HO B paliOHE [ICHTPATIBHON YacTH CTOJIOHA (TIPEATIONIOKHUTEIIFHO BHITOIHSIONICH PETIPOIYKTHB-
HYIO U TpopuuecKyro (D)YHKIIMH) OHA MPEICTABICHA KPYITHOSYCHCTON CEThIO U3 TEMOIUTOB
(Ataev et al., 2013; Tokmakosa, 2018).

Coveranne NMEpBUYHON M BTOPHYHON KJICTOUHBIX 3aMIMTHBIX PEAKIUH XOPOIIO HILIIO-
CTPHUpPYETCs ANHAMHUKON HIMMYHHOTO OTBeTa OnoMQasipuil Ha 3apakeHNe TPEMaToAaMH POz
Echinostoma. Mupauunuu E. caproni mociie IpOHUKHOBEHHUSI B MOJITIOCKa Biomphalaria
glabrata B TeueHne HECKOIBKIX YaCOB OCTAIOTCS BOJIM3H OT MECTa NMEHETPAIH. DTO BpeMs
(eproz 1Mokost) HEOOXOIMMO MM JUIsl MeTaMop(o3a B MaTepPHUHCKYIO CHOPOLHUCTY. TONbKO
MI0CJIE €r0 3aBEPILCHMS CIOPOLMCTHI MUTPUPYIOT K CEp/Ily XO35IMHA, TIe IPOUCXOIUT HX
nanpHeiee pazsutne (Ataev et al., 1997).

B ynuTKax pe3rcTeHTHO JIMHUK TTapTEeHUTHI MOTYT OBITh MHKAIICYJIMPOBaHbI YK€ B HaYaje
3apakeHust (B pe3yJbrare NEpBUYHON KIICTOYHOM peakinuu) — 10 Hadana Murpanun (Ataev,
Coustau, 1999). Tem He MeHee, OOJIBIIMHCTBO CIOPOLKCT MOKHIAIOT PailOH HayaJlbHOU
JIOKaJIHM3allui ¥ yCTPEMIISIOTCS K cepAiy. VIMEeHHO 3/1ech M MPOMCXOAUT UX MHKAINCYNIALInsI
CHJIaMU BTOPUYHOM I'€MOLUTAPHON peaKiiu, BEPOSTHO, C Y4aCTHEM KJIIETOK, COPMHUPOBaB-
HIMXCA TOCIE aKTUBALMU T'€MOIIOATHYECKUX CTPYKTYP.

BHelHe noxoxue pesysbTarhl ObUIM TOJNYYEeHBI TIPH W3YYEeHUH 3apaxkeHust B. glabrata
muparunusamu Echinostoma lindoense (Lie, Heyneman, 1975). [1pu uxBa3uu juiib HeOOJb-
IO} MPOLIEHT MOJUTIOCKOB MPOSBUI PE3UCTEHTHOCTh. B OCTaNbHBIX yNMHTKaX CHOPOIUCTHI
MUTPHPOBAIIA B CEPJLE, HO 3aTEM HHKAINCYIMPOBAINCh U pa3pyllalnch B TedeHue 2—5
nHei. bonee Toro, mpyu MOBTOPHON MHBAa3MM AIMMUHALUS MAPTEHUT MPOUCXOAMIIA HAMHO-
ro OeicTpee. OHM Aa)xe HE yCIEBalIHM JOCTHTHYTH CEpAllAa W MOABEPraiCh MHKAICYIIALUN
B MECTE MEHETPAH. ABTOPHI IIPHUIILUTH K BBIBOJY, YTO MOBBIIIEHHE YCTOWYNBOCTH CBA3aHO
C YBEJIMYEHHEM KOJIMYECTBA FEMOIIUTOB, 00pa3yeMbIX B PE3yJIbTaTe aKTUBALUH T€MOIIO3TH-
YECKHX OPraHOB MOJITIOCKOB-X035¢B. OHM ONHMCAIN 3TO SIBICHNE KAK IIPUMEDP JIMIHHOUHOTO
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aHTaroHm3Ma (CM. BbIIIE). BeposTHO, MAaTEePHHCKHE CHOPOLUCTHI CIIOCOOHBI MPEOI0IETh
TIEPBUYHYIO KJIIETOUHYIO PEaKINIO, HO Yepe3 HECKOIBKO THEH ITOCIIE 3aBEPIICHUS] MUTPALIIH
MHKAICYINPYIOTCS B PE3YIbTaTe PA3BUTHS BTOPUUHOM peakimu. [Ipy moBTOpHOM 3apaskeHUH
TIAPTEHUTHI YK€ B Hauasle Pa3BUTHS (TIEPUOJ TTOKOS) CTAIKUBAIOTCS C 3AIUTHON peakuuen
MIPEABAPUTEIEHO MMMYHU3UPOBAHHOTO MOJIIocKa. [lo31Hee cxomHble TaHHBIE OBUIM I10-
JTy4eHBI I OMoMQansapuii, 3apaKeHHBIX TpeMaromamu E. caproni (Ataev, Coustau, 1999).

Takum 06pa3oM, B Ipoliecce HBOIIONNH KIETOYHOTO MIMMYHHTETa MOJITIOCKOB 3aIIUTHBIN
Gapbep, IPEICTaBICHHBIM Ha HAYaJIbHOM dTane (paronuTo3oM OakTepuii M MPOYHMX KOPITY-
CKYJISIPHBIX MAaTOT€HOB IUPKYJIUPYIOIIUMH KJIETKaMH, JTOTOJIHUIICS CIOKHBIM KOMITIIEKCOM
MIOCJIEIOBATENIFHBIX KJIETOUHBIX PEAKIUH, HAIPABICHHBIX HA W3OJSIIMIO M YHHUYTOKCHHE
qy’>KEpPOAHOT0. JTO MPHUOOPETEHUE B MOJIHONW MEpe peau3yeTcsi U B OTHOIICHUHU MapTEHUT
Tpemaroa. BeposTHO, daronurapHas akTHBHOCTb KaK CaMOJIOCTATOYHAsi KJIETOYHAsl peax-
LUl peanusyercs TOIbKO B OTHOIIEHMM MUKpomnaroreHoB. OJHAKO B ciaydae TPeMaTOJHOMH
MHBa3MHU (HarouTo3 MOKET CONPOBOXKIATH KKIBIA Tall peayn3anny 3allUTHOW peakin,
HO OCOOCHHO €ro IpOSIBICHHE 3aMETHO Ha 3aKJIIOYUTENBHBIX dTanax — MpH JUKBUAALUH
TKaHeW Iapa3uTa ¥ KIETOYHOro Jedpuca, IPeICTaBICHHOIO, B TOM YUCIE, OCTaTKaMU Ie-
MOLIUTAPHBIX KarCyil.

I'emomnon3

HecMoTpst Ha MHTEHCHBHBIE UCCIIEI0BaHUSI MOP(MOIOTHY U (PYHKIIHOHAILHOW aKTUBHOCTH
FeMOIIUTOB, JI0 CHX TOp OTCYTCTBYeT OOLICIIPUHSATAS THUIOTE3a O MPUPOJC M MEXaHH3Me
reMoro033a JICrOYHbIX MOJUTIOCKOB. MHOTHE aBTOPbHI MPHU3HAIOT HAIUYKE €HHOTO LEHTPa
reMorios3a — amedonuTo-npoayiupytoriero oprana (AI1O), KOTOpbIil PacHoNOKEeH MEXKITY
MepUKapIUaIbHBIM U MaHTUHHBIM srutenusmu (Pan, 1958; Lie et al., 1975; Jeong et al.,
1983; Joky et al., 1983; Sullivan, 1988; Araes, [Ipoxoposa, 2013). B To e Bpems npyrue
HCCIIeI0BATeNN HACTAUBAIOT Ha TIOJIMIIEHTPHUYHOCTH TIPOMCXOXK/ICHUS TEMOLIUTOB, JIOITyCKasl,
YTO OHM MOTYT 0Opa30BBIBAThCS M3 KIETOK COCAMHUTEIBHOM TKaHU MOJUIIOCKOB (Souza,
Andrade, 2006). CymiecTByeT u TPEeThs THUIIOTE3a, JOIMYyCKArOIIas Mpoiu(epanuo IupKy-
JIMPYIOIINX KJIETOK reMoiarMesbl ymutok (Sminia et al., 1983; Monteil, Matricon-Gondran,
1991; Portet et al., 2019).

Haubonee neranshno AIIO usyyen anst Biomphalaria glabrata, y KOTOPBIX OH pacrojiara-
eTcsl MEeXK/1y NEepe/IHell CTeHKOM Tepukapaa u ManTuitHbM snuresimeM (Lie et al.,1975; Pan,
1965; Jeong et al., 1983; Joky, Matricon-Condran, 1985; Sullivan, 1988; Araes, [Ipoxoposa,
2013 1 Ap.) ¥ COCTOUT U3 HEOOMBIINX CKOTUIEHUH KJIETOK — «y3€IKOB» (puc. 4). JIns KIeToxk,
BXOJSIIMX B UX COCTaB, XapaKTepHbI YUIMHEHHAs: popMma, 6a3oduibHas UTOIIa3Ma U siIpa
oBasbHOHU (opmbl. Kpome Toro, Ha 6a3aibHON MeMOpaHe MepruKapIuaibHOTO AUTEIHS He-
KOTOPBIE aBTOPbI OTMEUAIOT HAIMYKE HEOONBIINX MUTOTHYECKH aKTHBHBIX KJIETOK, KOTOPbIE,
COITIACHO TMCTOXMMUYECKUM U YIBTPACTPYKTYPHBIM HCCIICIOBAHUSIM, SIBISIOTCS IMPEILie-
ctBenHnkamu remorutoB (Lie et al., 1975; Jeong et al., 1983; Sullivan, 1988; T'opsimmuna,
UYara, 1990; TokmakoBa, 2018).

Opran, romonormgabiii AIIO 1 OTBETCTBEHHBIN 32 0Opa3oBaHUe aMeOOIHUTOB, OBLT 00-
HapyXeH U y psAfa APYyTUX NylnbMoHAT: Lymnaea truncatula n L. palustris (Rondelaud,
Barthe, 1981), L. stagnalis, (Sminia, 1974), Biomphalaria tenagophila (Oliveira et al., 2010),
B. obstructa, Helisoma trivolvis, Physa virgata (Sullivan, 1988), Planorbarius corneus
(Ottaviani, 20006); Bulinus africanus, B. truncatus n B. tropicus (Kinoti, 1971), Succinea
putris (Toxmaxosa, 2018).
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Pucynok 4. Jlokanuzanus aMe00IUTO-IIPOAYIMPYIOIIETro oprana Biomphalaria glabrata.
AIIO — ameOOIUTO-NPOAYUPYIOIINI OpraH, en — TenaTonaHKpeac, H# — JKEIyIoK, K — KHIIIKa,
KM — KOIyMeJUISIpHAsI MBIIIIIA, M/ — MAaHTHHHAS MOJIOCTb, /1 — TIOYKA, 11 — IIepUKapIuatbHast
nosnocts, ¢ — cepaue. (ITo: Joky, 1982 ¢ usmenenusmu).

Figure 4. Localization of amoebocyte-producing organ of Biomphalaria glabrata.
AIIO — amoebocyte-producing organ, en — hepatopancreas, orc — stomach, x — intestine,
xm — columellar muscle, mn — mantle cavity, n — kidney, nn — pericardial cavity, ¢ — heart.

IIpu 3apakeHHH MOJUTIOCKOB MUpanuusiMu Tpemaron B AT1IO npoucxonst cTpyKTypHbIe
U3MCHCHHUS: B «y3€JKax» OOHAPY>KUBAIOTCS MHOTOYMCIICHHBIC MHTO3BI, B PE3yJIBTATE YErO
YBEJIMUYMBACTCS 00IIee KOJIMYCCTBO KIETOK, BXomsmux B coctaB AIlO. B nanpreiimem
Y3€JIKU CIIMBAIOTCS, 00pa3yst eANHBIN KIIETOYHbINH TsDK (runeptpodus u runepruiazus AI1O)
(Lie et al., 1976; Jeong et al., 1983; Joky, 1985; Araes, [Tonesmukos, 2004; Araes, [Ipo-
xopoBa, 2013; Toxmaxosa, 2018). B nanpueiinmem nporemountsl auddepeHupyores
B reMonuThl ¥ nmokuaaT AITO, npoHKKas B CHHYCBI KPOBEHOCHOM cUcTeMbl. OOBIYHO MaK-
cumainbHas aktuBanus AITO u 00pa3oBaHHE KJICTOYHOTO TSKa OTMEUACTCS HA TPEThU CYTKH
rnocje 3apakeHus. ITO, B CBOIO OUYEPE/lb, BHI3HIBAET MOBBIIICHUE KOIUYECTBA T€MOILMTOB
B remonuMde. B manpHeWmeM akTUBHOCTh OpraHa CHIDKACTCS M IPUMEPHO Ha CEIbMOM
nerb ATIO Bo3Bpamaercsi K 0OBIYHOMY COCTOSHUIO.

OJHAaKO HE TOJILKO TPEMAaTO/IbI BBI3BIBAOT AKTUBHU3ALUIO TEMOIIO3THYECKHX OPraHOB MOJI-
JFOCKOB. VIMMYHU3aLMs pa3IMYHBIMH YY>KEPOIHBIMHU BELIECTBAMH, BKIIIOYAsH SKCKPETOPHO-
CEKPETOPHBIE MPOIYKTHI TPEMAaTOl, TPaHCIUIaHTaThl, unononucaxapunsl (JIIIC) E. coli
i QyKOUIaH, Takke CTEMYIHpYeT nponudepamnuto kiretok B AITIO (Noda, 1992; Sullivan
et al., 2004; Salamat, Sullivan, 2009; Sullivan et al., 2011, 2014; Zhang et al., 2016).
B TO e BpeMs Takue BEIIeCTBa, KaK H30TOHHMYECKUIl COJIEBOM pacTBOP, CyCHECH3Hs KHBBIX
IPaMIOJIOKUTEIIBHBIX WIH IPAaMOTPULIATEIBHBIX OaKTepHil, HEKOTOPBIC JIGKTHHBI, 3UMO3aH,
OBIYMil CBIBOPOTOYHBIN aNbOYMHH, HE OKa3bIBarOT 3ameTHoro BimsHUA Ha AIIO (Sullivan
et al., 2004).

Janst nokasarenscTBa remMornodTuaeckoil poimn AIIO GbuTH TPOBEICHBI HCCIIEI0BAHMS 110
TPAHCIUIAHTALMK 3TOT0 oprana. Tak, ocie nepecagku reTepoTONUYeCKUX aJuIOTPaHCILIaH-
TaTOB TIEPENHEH CTEHKH TepHKapaa y MOJUTIOCKOB Biomphalaria glabrata 6p1mo moka3aHo
HaJIMYHe KPOBETBOPHOU JESTENLHOCTH IepecakeHHbIX yyacTkoB AITO. B pesynbrare ru-
CTOJIOTHYECKOTO HCCIICOBaHHUs OBUIO YCTAHOBJICHO, YTO BCE TPAHCIUIAHTATHI OKa3aJHCh
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JKU3HECTIOCOOHBIMH, W TIPH3HAKOB MX OTTOpKeHHA He Habmromanochk (Sullivan, 1990; Sul-
livan et al., 1998). Ilpu Tpancmantanmuu AITIO oT MOJITIOCKOB, PE3UCTEHTHBIX T10 OTHOIIIC-
HUIO K Schistosoma mansoni, MOJITIOCKaM YyBCTBUTEIBHOMN JTUHHIH, TIOCICTHIM MEPEAACTCS
YCTOHYMBOCTH K TPEMATOAHOW MHBA3HMH, YTO COMPOBOXK/IAETCS MOBBIIIEHUEM CIIOCOOHOCTH
K MHKancyJsiiuu crioponuct napasuta (Sullivan, Spence, 1999; Vasquez, Sullivan, 2001;
Barbosa et al., 2006). Ograko proOpeTeHHAs Pe3UCTCHTHOCTh MOKET OBITH 00yCIIOBICHA
Pa3IMYHBIMH PACTBOPUMBIMH (DaKTOpaMH, IEPEHECEHHBIMH TPAHCIUIAHTHPOBAHHBIMH KJIET-
KaMH, WM ITyTeM CEKPEIIMU MOJIEKYJI, KOTOPBIE, B CBOIO 0YEPEb, CTUMYIIUPYIOT PELUITHEHTA
K IIPOAYILHPOBAHUIO COOCTBEHHBIX (PAKTOPOB YCTOHYMBOCTH. JlaHHBIE MOJEKYIBl MOXKET
CHHTE3MPOBaTh KaK caM TPaHCIUIAHTAaT, Tak ¥ remMouutsl (Vasquez, Sullivan, 2001).

Ha cerogusimauii 1€Hb OCTAIOTCS HEPEIICHHBIMH BOMPOCHI O MPUPOJAEC M MCTOYHHKE
(axropos, BeI3bIBaroIMX akTuBanuio Al1O, nponudepanuio npeanecTBEHHUKOB TEMOIMTOB
1 3aIyCK 3alIMTHBIX PEAKIHNH MOJUIIOCKOB IIOCIIE NMPOHWKHOBEHHUS MaroreHa. Bo3moxHO,
9HJIOTEHHBIE (DAKTOPBI, MHIYLIUPYONINE KICTOYHYIO Ipoiudepanuio u 1uddepeHnnpoB-
KY, BBIPa0aTHIBAIOTCS LUPKYINPYIOIIMMHI TeMOIIUTaMU U (WIK) KiIeTkaMu B coctase AITO
(Sullivan et al., 2004; Pila et al., 2016a; Zhang et al., 2016).

['YMOPAJIbHBII UMMYHUTET

OBOJIIOIIMOHHO T'YMOPAJIBbHBIE PEAKINY SBIISIOTCS BTOPHYHBIMH 110 OTHOILECHHUIO K KIle-
TOYHBIM, TaK KaK MX IMOSBICHUE MOAPa3yMeBaeT HAM4YKe CHOPMHUPOBAHHONW BHYTpEHHEH
cpeasl opraun3Ma. CTaHOBICHHE TYMOPAJIbHBIX PEAKIMH, KaK MPaBHIIO, MPEAyCMaTPUBACT
HaJIM4Ue HUPKYIATOPHBIX CHCTEM M CBS3aHHBIX C HUIMH KJICTOYHBIX IEMEHTOB, BOBICYCHHBIX
B 3alllUTHBLIC PCAKIMU, 4 TAKIKC CYHICCTBOBAHUE KOOIICPATUBHBIX B3aHMOﬂeﬁCTBHI7[ MEKIY
OUPKYTUPYIOMUME KJIETKaMU W KIETKaMH JPYTUX OpraHoB (cM. ATaeB u ap., 2005a).

['ymMopaibHbIe KOMITOHEHTBI FeMOITUM()BI, MHOTHE M3 KOTOPBIX MOTYT (hyHKI[HOHUPOBATh
KaK B COCTaBE PELIEITOPHBIX KOMIIJIEKCOB, TAK M B BU/IE CEKPETUPYEMBIX B IUIa3My MOJIEKYIL,
00eCIeYrBaIOT paclio3HABaHUE Yy)KEPOTHOTO, AKTUBALIMIO TEMOLIUTOB, OIICOHU3ALIUIO TTaTOre-
HOB (TIOBBIIIAIOIILYI0 (D (PEKTHBHOCTD (aronuTo3a), aHTHOAKTEpHaTbHBIH AQPEKT, PErysiuo
MMMYHHBIX peaknui, 00JaJaroT artIIOTHHUPYIOMIEH U TNTHYecKoi akTuBHOCTsMHE (Jourdane,
Cheng, 1987; van der Knaap, Loker, 1990; Sullivan, Spence, 1999; Connors, 2003).

Hampumep, nouepHue CIIOPOLUCTEI Schistosoma mansoni arrMIOTHHAPYIOTCS TOJIBKO
B IUIa3Me PE3UCTEHTHBIX MOJUTIOCKOB Biomphalaria glabrata (Bayne, Yoshino, 1989). ®ak-
TOPbI FCMOJ'II/IM(I)BI PE3UCTCHTHBIX oco6e171, HaxoAAIMeECs B IJ1a3M€E, BBI3bIBAIOT ITPUBOAANILY O
K THOEJH CIIOPOLIMCT MX MHKAICYIISAINI0 TeMOIUTaMH MOJUTFOCKOB YyBCTBUTEIJIBHBIX JINHUH
(Granath et al., 1984; Connors, Yoshino, 1990; van der Knaap, Loker, 1990). Nmerotcs
JIaHHBIE, TIOJIYYEHHBIE i1 ViVo, COINIACHO KOTOPBIM POJIb TYMOPAJIbHBIX (haKTOPOB B IpOLiecce
rudeny MapTeHUT TPEMATO SIBISICTCS OCHOBHOM. Tak, ereHeparys MaTepUHCKHX CIIOPOLHCT
Echinostoma lindoense B mommockax Biomphalaria glabrata BooO1e MOXXeT IpoTeKarh 0e3
npeaBaputenbHoi nHKancysmun (Lie, Heyneman, 1976b).

B mocnenHue roapl Bce 00IIbIE MOATBEPIKIAACTCS 3HAYMMOCTh TYMOPaJIbHBIX (PaKTOPOB
B (OpPMHPOBaHHU CHEHU(DUIHOCTH UMMYHUTETa MyJbMOHAT. VIMEHHO IryMOpajbHBIM (hax-
TOpaM IMPHUIMCHIBAETCS OCHOBHAsI POJIb B (POPMUPOBAHUU TaK HA3bIBAEMOI'0 UMMYHHOTO
NpaiiMUPOBAHUS U TPEHUPOBAHHOIO MMMYHHTETa («HHIYLHPOBAHHON PE3HCTEHTHOCTHY),
KOTOpbIE PACCMATPUBAIOTCSI B KAUECTBE J0KA3aTENIbCTBA HAJMYMS MMMYHOJOTHYECKOM Ma-
MmaTH y 6ecriozBorounbix (Coustau et al., 2016; Netea et al., 2016; Gourbal et al., 2018;
Melillo et al., 2018).
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YuacTue ryMopaJjbHbIX (PAKTOPOB B PACNO3HABAHMH 1YKEPOIHOI0

Panee oTMeuaock, 4TO B IPOLIECCE PACTIO3HABAHMUS YY)KEPOJHBIX 0OBEKTOB IIPUHUMAIOT
yuactue JIeKTHHBI. K HUM OTHOCSTCS O€NKM MM TIIMKONPOTEHHBI, 00NIagalonume caitaMmu
OJIMTOCAXaPHUIHOTO CBSI3BIBAHMS M CIIOCOOHBIE arnIIOTHHUPOBATh WM NMPEHUIUTHPOBAThH
IIMKOKOHBIOTAThI, JJOKAJIIM30BAaHHBIC HA KJIETOUHBIX MOBEPXHOCTIX. B remonumde mosuto-
CKOB BBISIBJICH IICTIBIN CIICKTP YIJICBOI-CBS3bIBAOINUX (JIEKTHHOBBIX) BemiecT (Kymep, 1980;
Glinski, Jarosz, 1997; Vasta et al., 2015).

YcraHOBNEHO, 4TO JIEKTUHBI Biomphalaria glabrata sBASIOTCS arrmiOTHHUHAMHA B OTHO-
LIEHUH CIIOPOLMCT Schistosoma mansoni U, OoJee TOro, OKa3bIBAIOT HA HUX IUTOTOKCHYC-
ckoe Bo3zelicteue (Bayne et al., 1985). 3apakeHre MOJUTIOCKOB TpemaTonamMu Echinostoma
paraensei IPUBOIUT K CUIILHOMY MMOBBIIICHUIO KOHIIEHTPALUH JIEKTMHOB B IIa3Me TeMO-
muMosl (Adema et al., 1997a).

Cpenn MHOT0O0Opa3us JIEKTHHOB Hanbosee 3HaYMMbIMI B UIMMYHHOM OTBETE CIMTAIOTCS
Ca’"-3aBucumble nektuHbl C-THITa, 00Ta1aK0Ie BEICOKAM ypoBHEM monuMopdusma (Pees
et al., 2016). C-nextunsl (C-type lectin-related proteins, CREPs) skcnpeccupyrorcst B re-
MOIIMTaX, B OENKOBOMH Jkene3e U remaronankpeace myabmoHatr (Guillou et al., 2007; Ataev
et al., 2016) u yare BCero UrparoT posib PACTBOPHUMBIX PELICHITOPOB U oricoHnHOB (Renwrantz,
1986; Adema, Loker, 2015).

W36muparenbHOCTD CBSA3BIBAHMS JIEKTHHOB C UY)KEPOJHBIM yCTAHOBJICHA IIPU H3Y4YECHUH
MATOTCHCBS3BIBAIOIICH CITOCOOHOCTH OCNKOB Tu1a3Mbl Biomphalaria glabrata. IToka3ano Ha-
JWYHE B HEH Tpex Tpymil cBOOOMHBIX JeKTHHOB C-Tuna. [Ipu 5ToM OHM IperMyIeCTBEHHO
CBSI3BIBAIMCH C TIOBEPXHOCTHIO Oakrepuit (Micrococcus luteus, E. coli) W KIETOK ApOXK-
JKEeH, HO HE OCAXJAINCh HAa TOBEPXHOCTH MHpalMIUueB Tpemaroj Echinostoma caproni
n Schistosoma mansoni (Tetreau et al., 2017). [Ipyrue nekTuHsl, HarnpuMep, GuOpHUHO-
TeHITOI00HbIE OCNIKH (CM. HIDKE), CBSI3BIBAIOTCS C ITOBEPXHOCTBIO CIIOPOIMCT TPEMATON
S. mansoni (Hokke et al., 2007; Peterson et al., 2009). Kpome 3T0ro, IMEHHO I10[] JICKTHHBI
MHUMHUKPHPYIOT TIOBEPXHOCTHBIE INIMKaHbI TPEMAaTO/I, 00ECIIEUNBAIONINX ceOe TaKMM 00pa3oM
MOJIEKYJISIPHYI0 MUMHUKPHIO.

Jpyras rpymmna JeKTHHOB IyJIbMOHAT — rajeKTiHbI (galectin-relate proteins, GREPs) —
AKTHBHO 3KCIPECCUPYIOTCS Y MOJUTIOCKOB Biomphalaria glabrata pe3ncTeHTHON U 4yBCTBU-
TENBHOW JIMHUH, 3apakeHHBIX Schistosoma mansoni n Echinostoma paraensei (Hanington
et al., 2010a; Adema et al., 2010). Cuyuraercsi, 4TO OCHOBHAsI (DYHKIIUS TAJICKTHHOB 3aKIIIO-
YaeTcsl B YCHWJICHWH aJiIr€3MN TEMOIIMTOB Ha MOBEpXHOCTH criopouuct tpemaror (Yoshino
et al., 2008).

JlekTuHbl, NOAOOHBIE KOMIOHEHTY KomruiemMeHTa Clq, akTHBHEE TPaHCKPHOUPYIOTCS
y 3apakeHHBIX TpeMarofgaMu Echinostoma paraensei u Schistosoma mansoni duomdanspuit
YyBCTBHUTEIBHBIX JIMHUHN (Adema et al., 2010). Clq-momoOHbBIE JIEKTUHBI MOTYT B3aMMO-
JICTBOBATh C (PyKO3HBIMHM OCTAaTKaMH TOBEPXHOCTH TEI'YMEHTa CIHOPOIMCT M YCHJIMBATh
anresuto Ha Hux remormroB (Castillo et al., 2007).

Oco0y¥o TpyIIy JISKTHHOB COCTaBILIIOT (prubpuHOTeHIIOn00HbIe Oemnk (fibrinogen-related
proteins, FREPs). OHu ObUINM OTHECEHBI K JISKTUHAM I10 CIIOCOOHOCTH CBSI3bIBATH YIJICBO/-
HbIE AMUTOIBI. OIHAKO MX MOJIEKYJISIpHAsl CTPYKTYpa HACTOJIBKO YHUKAJIBHA, YTO X MOXKHO
paccMaTpuBarh Kak oTaenbHyro rpymmy PRR (Adema et al., 1997).

FREP umMmeroT yHUKaJIbHYI0 OMEHHYI0 opranuzaunto. Ha N-koHue nonunentuaa Haxo-
JUITCS OJIVH MJIN JIBA BapHaOeIbHBIX MMMYHOIIIOOYITMHOIO00HBIX ToMeHa (immunoglobulin-
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superfamily like domain, IGSF), a ra C-xonne — ¢pudbpuroreHoBsIi gomeH (fibrinogen-like
domain, FBG) (Doolittle, 1992; Kurosava, Hashimoto, 1996; Adema et al., 1997) (puc. 54).

A b
FREP ¢ ABymA Ig-gomeHamu Nporemouytbl B AMO
leH leHbl FREP B
3apopapllesom
KoHUrypaumm
FREP MNponndepauyms 1
SP IgSF1ICR IgSF2 ICR  FBG femoumTbI
FREP ¢ ogHuMm Ig-gomeHom ‘
MeH Ay %% Frrr007g2 prr002770227) TeHbl FREP
r747) 142020010211 nocne
-
nepecTpoiku
MPHK |_[ oo EZ ; R %MI///{/I/I/[}I
FREP BapuaHTbl FREP

SP IgSF ICR  FBG

YYYRYYYYTYYY

Pucynok 5. ®ubpunorennonodnsie 6enku (FREP). 4 — opranusanus reHOMHBIX JIOKYCOB

U JIOMeHHasl cTpykTypa ¢pubdpruHoreHnonobusix OenkoB. E1-E6 — sk30nbl, SP — curnanbHeiil 6emoxk,
IgSF — nomen nmmyHOIIOOyIMHOBOTO cynepcemeiicTsa, FBG — huOpuHOreHOBEIN TOMEH,

ICR — mpomexyTouHBIi yyacTok. b — cxema ¢popmupoBanus paznoodpasus FREP B onTorenese
MOJITIOCKA (TIOSICHEHHUS B TEKCTE).

Figure 5. Fibrinogen-like proteins (FREP). 4 — organization of genomic loci and domain structure
of fibrinogen-like proteins. E1 — E6 — exons, SP — signaling protein, IgSF — domain of the
immunoglobulin superfamily, FBG — fibrinogen domain, ICR — intermediate region. 5 — scheme
of the formation of the FREP diversity in the ontogeny of the mollusc (see text for explanations).

OuOpHMHOTCHOBHI TOMEH — Hamboiee KoHcepBaTHBHas 9acTbh Monekyn FREP. Tomo-
sorust GUOPUHOTEHOBBIX JOMEHOB, OTHOCAIIMXCS K pasHbM rpynmnam FREP, cocrasuser
He menee 72 % (Dheilly et al., 2015). IIpunsito cuurarh, uTo (HUOPUHOTEHOBBIH TOMEH HE
YUYacTBYET B PEAKIHMIX KOArYJSIIUU TeMOIMM(BI, a OCHOBHAS €ro (yHKIHS — OONIer4eHune
KaJIbIMIA-3aBUCUMOTO CBSI3BIBAaHUS JIGKTHHOB ¢ yrieBomamu (Adema et al., 1999). Onaum
13 IpUMepoB (PUOPUHOTEHIIOIOOHBIX OCJIKOB, MIMEIOIINX CANT CBSI3BIBAHUS C HOHAMH Kallb-
1Usl, SIBJSICTCSL CCJICKTHH, BOBJICUCHHBIN B MPOICCCHI a[re3un y MOJUTOCKOB Biomphalaria
glabrata (Guillou et al., 2004).

Jnst ummyHOTmoOymimHOBEIX noMeHOB FREP xapakrepHa kpaifHss BapnaOenbHOCTD,
KOTOpasi OblIa BBISBICHA C MOMOINBIO TpaHckpunTomMHoro aHanusza (Dheilly et al., 2015).
B Hacrosiiiee BpeMsi Ha OCHOBAaHWU M3YUYEHHUS! CTPYKTYpbl HIMMYHOITIOOYJIMHOBOTO JOMEHa
BBIZeNeHO Kak MHHEUMYM 14 moxcemeiictB FREPs mommiocka B. glabrata (Loker et al.,
2004; Gordy et al., 2015; Galinier et al., 2017). ¥V oTmenbHBIX 0co0eii ATOTO BHIA BBISB-
nsercst ot 36 no 45 paznmmuneix BapuantoB MPHK FREP3 (Zhang et al., 2004), xoropsie
cooTBeTcTBYIOT 31 u 36 BapuaHTaM aMHUHOKHCIIOTHBIX MOcCieqoBaTeabHOCTell. Penepryap
FREP Takxe MeHseTcs 10 Mepe pocTa MOJUIIOCKA U TIOCJIE 3apayKeHUs TPEMaToaMu Pa3HbIX
BunoB (Hanington et al., 2010a, b, 2012; Gordy et al., 2015).
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ITo pa3ueIM omeHkam GuOpHHOTEHIONOOHBIE OeIKH OnoMbasipun KomupyrTes B 1-9
reHoMHbIX Jokycax (Gordy et al., 2015). Onnaxo paznooOpasue FREP He orpannunBaercs
TOJBKO T€HOTUIINYECKH ONpEAEIeHHBIM pecypcoM. B uactHocTH, s Heckonbkux FREP3
JIOKa3aHa MHIUBHIyaJIbHas BapuaOelbHOCTh, HCTOYHUKOM KOTOPOH MOXET OBITh HE TOJIBKO
AJICIIBHBIN MOTUMOP(U3M, HO U cOMaTHUECKas TuBepcudukaius reHoB (Zhang et al., 2004;
Hanington et al., 2010b). B kauecTBe HCTOYHNKOB Pa3HOOOPA3Hsl pacCMaTPHUBAIOT TOUCUHEIE
MyTtanuu (Zhang et al., 2004, 2008; Mone et al., 2010; Dheilly et al., 2015) u amsrepna-
TUBHBIN crutaicuur (Zhang, Loker, 2004).

[oxydeHs! nanHble, CBUACTENBCTBYIOMINE O CYIIECTBOBAHUM MEXaHM3Ma COMAaTHUECKO-
ro myrareHesa B reHax, koxupyromux FREP. I'enst FREP xmactepuzoBansr: 4 rena FREP
(FREP14 u tpu unena cemeiictBa FREP3) naxomsitcs B mpenenax reHOMHOH obiactu
70 000 mH. MiMeHHO Takast KOH(UTYpalys IeHOB YacTO aCCOLMHUPYETCSI C COMAaTHYECKUM
MyTtarene3oM B 3Tux ydacTtkax (Chen et al., 2007; Hanington et al., 2010b). Kpome Toro,
y B. glabrata BbIsSIBIEHBI HyKJICOTHAHBIE TTOCIEOBATEILHOCTH, KOAUPYIOLIHE IUTHIMHOBYIO
Je3aMrHa3y (OJMH M3 OCHOBHBIX ()E€PMEHTOB, 00ECIIEUMBAIONINX TIPOIECC COMATHUECKOTO
THIIEpPMyTareHes3a), SKCIpeccHsi KOTOPOTo MOBBIIIAETCS] Y MOJUIIOCKOB, 3apayKEHHBIX TpeMa-
tonamu (Bouchut et al., 2006).

B03MOXXHOCTD COMaTHYECKOTO THIIEpMyTareHe3a 3ajJoKeHa W B MEXaHH3ME IeMOII0d-
3a mynpMoHatT. B ocroBHOM FREP skcmpeccupyioress B remMonuTax MOUTIOCKOB (Adema
et al., 1997; Hanington et al., 2010a, b). [Ipeamnonaraercs, 4To CliydailHbIC COMAaTHYCCKUE
MyTallld MOTYT BO3HHKaTh BO BpeMs nposiudepannuu U KICTOYHOH anddepeHInpoBKu
B TEMOTIO3THYECKUX CTPYKTYPaX, YTO M3MEHSET 3apOABIIIEBOE COCTOSIHUE T€HOB B HEKOTO-
pbIX remouurax. B pesynsrare yacts reMmouuToB conep:xar reisl FREP He B 3apoapliieBoi
KOH(UTYpaluy, a BKIIOYAlOT YHUKanbHble MyTanun (Hanington et al., 2010a, b). Tax xax
B OHTOTEHE3€ YIUTKH IMPOMCXOIUT OOHOBJICHHE ITyja TeMOUnTOB, To u penepryap FREP,
SKCIPECCHUPYEMBIX B 3THUX KJIETKaX, Takke MeHsercs (puc. 5b). DTa 3aKOHOMEPHOCTh MO-
Ka3aHa 3KCIIEPUMEHTAIILHO: TPAHCKPHUNTHI IysoB u3 20—40 remonutoB B. glabrata conepxar
pa3nuyHble HA0OpH MOAU(HUINPOBAaHHBIX mocienoBarenbHOcTed FREP (Hanington et al.,
2010a, b). CTumyIsiys TaTOreHOM MOXKET YCHIIMBATh TeMOI033 y B. glabrata, B pe3ynbrare
Yero yCWIMBaeTCs Ipolecc MyTareHe3a n pasHoodpaszue FREP (Hanington et al., 2012;
Adema, Loker 2015). CooTBETCTBEHHO, Y MOJUIIOCKOB PEIIepTyap MaTOreH-PAaCIO3HAIOIIIX
MOJICKYJI HE OTPaHUYMBACTCS TOJILKO TEHOTHITMUECKH ONpelielieHHbIM pecypcoM. [Tpu aTom
paHee OHTOT€HETHYECKasi M3MEHUYMBOCTh MAaTOr€HPACIIO3HAIOIINX MOJIEKYJI CUUTAIACh TIpe-
pOTaTUBON TOJNBKO ITO3BOHOUHBIX KHUBOTHEIX (Medzhitov, Janeway,1997).

CTpyKTypa KOOUPYIOLIUX TCHOMHBIX JIOKYCOB, COMaTrHuecKasi IUBepcu(UKaIMs U IIPU3Ha-
KM HaJIM4Ms TUTIEPMYTAreHesa, a Takke CIOCOOHOCTh Crenn(UIHO PacliO3HABATh MTATOTEHBI
no3BoJisiIoT paccmarpuBarh FREP B kauecTBe yHKIMOHAIBHBIX aHAJIOTOB UMMYHOIJIO0YITH-
HOB 1103BOHOUHBIX (Adema et al., 1997; Connors, 2003). [TosToMy n3yueHue pasHooOpasus
FREP sBnsieTcss OHUM M3 OCHOBHBIX HAIIPaBICHUM PACKPBITUS MEXAHU3MOB BO3MOYKHOM
creuupUIHOCTH UMMYHHTETA MyJIbMOHAT.

Brieperie mmmyHonmorndeckast pois FREP Obiia mokasana ans MoiuttockoB B. glabrata
M-nunuy, y KoTopbix 3kcnpeccus reno FREP mosblanack B Tpu pasa mocie 3apaxe-
uust Echinostoma paraensei (Adema et al., 1997). B Hacrosiiiiee BpeMsi yCTaHOBJICHO, YTO
FREP — ogHa U3 caMbIX OOWMITFHO TPEACTABICHHBIX (Ppakiuii OSNKOB I1a3Mbl Biomphalaria
glabrata (Wu et al., 2017). Bpit0 MHOTOKPAaTHO MOATBEPKICHO M3MEHEHHE SKCIPECCHH
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reaoB FREP npu 3apaxxennn mommrockoB Tpematomamu (Hertel et al., 2005; Mitta et al.,
2005; Hanington et al., 2010a, b).

YV MOJITIOCKOB PE3UCTEHTHOM M YyBCTBUTEJILHON JIMHUN BBISIBJIEHBI KOHCTUTYLIMOHHBIE
pasnuuus B dKcrpeccun puOpuHoreHnonoOHbIX Oenmkos (Mitta et al., 2005). Tak, nmpu
3apaxkeHnu B. glabrata mupanuansamu Echinostoma paraensei 3HAYUTEIBHO yCHIMBACT-
csl TpaHCKpHUMIH (GUOPUHOTCHITOMOOHBIX OenkoB nByx moacemeiictB (FREP2 u FREP4)
y oco0eil KaKk pe3UCTCHTHOMU, TaK M YyBCTBUTEIBHON JTHHUI.

B omnbitax ¢ HOkaayHoMm reHoB FREP moka3aHo moBbIII€HHE BOCHPUUMYMBOCTH
Biomphalaria glabrata pe3uCTEHTHBIX JIMHUHM K 3apakeHHIO TpemartonamMu Echinostoma
paraensei u Schistosoma mansoni. 910 nioarBepxkaaet, uto FREP sBisercs oqauMm u3 dak-
TOPOB, OIPEACISIIONINX YCTOWYNBOCTh MOJUTIOCKOB K 3apaKCHHIO TPEMAaTOIaMH, a TaKKe
ykasbiBaeT Ha poib FREP B ¢opmuposannn mamsru (Jiang et al., 2006; Hanington et al.,
2010a, 2012).

Kpome toro, pa3usie FREP o0nanaror n3duparenbHOM aKTHBHOCTHIO B OTHOIICHUU I1a-
toreHoB: FREP2 na3Mbl 3apa)eHHBIX MOJUIIOCKOB CBSI3BIBA€TCSI MPEUMYIIECTBEHHO CO
cnioporcramu Echinostoma paraensei, a FREP3 — ¢ 6akrepusmu u rpubamu (Zhang et al.,
2008). IToxa3aHa yeTkasi 3aBUCHMOCTh MEXAY 3apa)KEHHOCTHIO MOJUTIOCKOB U YPOBHEM 3KC-
npeccun GUOPUHOTEHITOO0HBIX OeskoB pa3HbIX nojcemMeiictB (Guillou et al., 2004; Hertel
et al., 2005; Jiang et al., 2006). Takxe UMEIOTCS TaHHBIC O CHCHU(DUIHOCTH IKCIPECCUU
FREP nipu 3apakeHu# TpeMaroaMu pasHbix BUI0B. Tak, y MoiuttockoB Planorbarius corneus
ypoBeHb skcnpeccun reHoB FREP pasinuen y He3apaXeHHbBIX U 3apa)KCHHbIX Pa3HbIMU BU-
Jamu Tpemaron ocodeit. I1pu 3apakeHnn yiauTok naprenutamu Notocotylus sp. u Plagiorchis
sp. akcrpeccus FREP monmxkaercs, a y ocobelt, 3apaxkeHusIx Cotylurus sp. u Bilharziella
polonica, sxcripeccuss FREP Brime, uem y HezapakeHHbIX (I[Ipoxoposa u mp., 2010).

ODODEKTOPHBIE MOJIEKYJIBI UMMVYHUTETA

[Mocrie MPOHUKHOBEHHMS MApa3KuTa B MOJUTFOCKA U €r0 Paclo3HaBaHuUs BKITIOUArOTCst d(hhex-
TOPHBIE MEXaHM3MbI [TO/IABJICHHS UHBA3UU. B peanu3anuyu UMMYHHBIX PEAKIHI MOJITFOCKOB
y4acTBYIOT TAKUE IPYMIibl (PAKTOPOB, KAK MPOTEa3bl, HHTHOMUTOPBI IPOTEa3, KOMIIOHEHTHI KOM-
[UIEMEHTA, aHTHOAKTePHUAIIbHbIE OCIKH, TOKCUHBI, aKTHBHBIC KUCIOPOIHBIC META0OIUTHI H JIP.

[IpoTreassl y4acTBYIOT B YHHUTOKEHUH TATOTCHOB, ()ePMEHTATHBHBIX KAaCKaIaxX, MOJICIIH-
POBaHHMHU KJIETOYHOTO MaTPUKCa U MEPEIBUKCHUH HMMYHOKOMIICTEHTHBIX KJIETOK B TKaHU.
VY nynpMoHAT OOHAPYKEHBI KAK MHOTOYHCIICHHBIC MIPOTEa3bl (CEPIUHBI, KATETICHH, dIacTasa,
[UHK-3aBUCUMAs METAJUIONPOTEa3a, [UCTATHHBI), TAK U UX HHTUOUTOPBI (HHTHOUTOPHI CEpH-
HOBBIX U nucTaTHOBBIX mpoteas) (Cheng et al., 1978; Cheng, Dougherty, 1989). 3apaxenue
TpeMaTolaMH MIPUBOIUT K YCUJICHUIO 3KCIIPECCUU ITUX MOJICKYN y Biomphalaria glabrata
(Mitta et a., 2005; Lockyer et al., 2012). B yacTHOCTH, MIOKa3aHO YCHJICHHE 3KCIPECCHU
[UCTAaTHHA B TEMOIIUTAX B COCTABE KAICYJl BOKPYT criopouuct Echinostoma caproni (Guillou
et al., 2007) u nmoBbImeHHE BBEIPAOOTKH KaTelcHHa B, 37macTasbl U IIMHKOBON METalIoNpo-
Teasbl B TemaronaHKpeace 3apakeHHbIX onomparspuii (Myers et al., 2008; Ittiprasert et al.,
2010; Lockyer et al., 2012).

Kpome Toro, UCTEeHHOBBIC NMPOTEa3bl BHIPAOATHIBAIOTCS MUPALUANSME M MOJIOJBIMH
MaTtepuHcKknMHU crioporctamu (Yoshino et al., 1993; Fryer et al., 1996). B gactHOCTH,
cekpetopHbIi 0emok SmVAL (venom allergen-like protein) Schistosoma mansoni Bnus-

€T Ha JKCIpPEcCHio OENKOB BHEKJICTOUHOTO MaTpHKca reMomuTaMu Biomphalaria glabrata
(Yoshino et al., 2014).
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Hpyras rpynma 3¢ ¢hekTopHBIX OelIKoB, 00IagaroInX BEIPAKEHHBIM aHTHIIATOTCHHBIM
CBOWCTBOM — aHTHOAKTepuanbHbie 0eIKi. OHM yYacTBYIOT B AMIMMHUHALINH (HaroluTHPOBAH-
HBIX TIAaTOT€HOB, & TAK)XE B MPOIECCAaX BHEKJIETOYHONW IUTOTOKCHYHOCTH.

VY mynpMOHAT ONHMCAaHO HECKOIBKO aHTUMHUKPOOHBIX MENTHOB. [ 6eika MUTamannHa
(mytimacin, mmu lipopolysaccharide-binding protein/bactericidal permeability increasing,
LBP/BPI), BeipabarsIBatonierocsi KJIeTKaMn OSIKOBOH jKeJe3bl, oKa3aHa aHTHOAKTepHu-
aNbHas W NpoTUBOrpuOKoBas aktuBHOCTH (Guillou et al., 2007; Baron et al., 2016; Adema
et al., 2017), a TakKe MOBBIILICHNE SKCIIPECCUH NPH 3aPAKEHUH MOJUTIOCKOB ITapTCHUTaMU
sxurocToM (Guillou et al., 2007; Hanington et al., 2010a). [Ipyroit aHTUMUKPOOHBIH OEIOK —
MPEGI1 (macrophage expressed gene-1), oTHOCSIuicS K cynepceMeicTBy nephOpHUHOB,
BBIPA0ATHIBACTCS] TEMOLUTAMHU PE3UCTCHTHBIX OMOMQasipuil, 3apa)KeHHBIX TPEeMaTOJaMU
Schistosoma mansoni (Ittiprasert et al., 2010).

Hecxonpko et Hazax ObL1 OTKPHIT Oemok Omomdanusus (biomphalysin), KoTopsrii
B HACTOSIIEEe BPEMsI pacCMaTPUBACTCS B Ka4eCTBE OJHOTO M3 ONpEAeSIomuX (Gakropos
pesucTeHTHOCTH Y MosutiockoB (Galinier et al., 2013; Li et al., 2020). Buomdanuzun — aspo-
JIM3UHIIONOOHBIH OeloK, (hOPMHUPYIOIINIT TOPBI TOKCHH, CEKpeTUpYeMbIii B ruiaszmy. [pemoso-
JKUTEIIBHO OMOM(AIN3NH JOCTAJICS MOJUIFOCKAM OT OaKTepHid B pe3yibTare ropu30HTaIbHOTO
neperoca reHoB (Galinier et al., 2013). Bemok BkmrogaeT aBa TOMEHa — JOMEH, MOJ00-
HBII popmupyloiemMy B-1opbl TOkCUHY (B-pore-forming toxins), cHoOCOOHBIH BCTpaUBaThHCs
1 iep(opupoBaTh KIETOUHBIC MEMOPAHBI, ¥ MaJIbIil JOMEH, BOBJICUCHHBII B PACIIO3HaBAHHUE
yrieBoHbIX PAMP. Bruomdanu3nabl criocoOHbI CBS3BIBATHCS C TIOBEPXHOCTHIO CIIOPOLIUCT
S. mansoni. IIpn 3TOM OEIIKH TUTa3MBbl TeMOIMM(BI 3HAYUTENHFHO YCHIMBAIOT UX aKTUBHOCTD
(Galinier et al., 2013). In vitro nmoka3aHa ero CoCOOHOCTh K B3aUMOJICHCTBHUIO Kak ¢ Oax-
TEPUSIMU M JIPOMOKAMHM, TaK M ¢ Tpemaronamu S. mansoni u Echinostoma caproni (Tetreau
et al., 2017). ITokazana crmocobHOCTh OmoMpanu3uHOB GopMupoBarh KoMruiekcsl ¢ FREP
u tHoddup-conepxammm oeixom (Li et al., 2020).

KoncTuTyTHBHO B remMonuTax OMOM(AIM3UHBI HKCIIPECCUPYIOTCS B HEOOIBIIOM KOJIH-
yectBe (Galinier et al., 2013). ¥ oco0eii, 3apaxkeHHbIX S. mansoni GOPMUPYIOTCSI MHOTO-
YHCJICHHbIC BapUaHThl TpaHCKpUNTOB Onomdanusuna (Pinaud et al., 2019). Bripabotka
TOTO WJTH MHOTO BapHaHTa 3aBUCUT OT MPUPOHI (ocobeHHOcTei) mapasuTa. [Ipu aToM 9acTh
TPaHCKPHUIITOB MEpPECTacT BbIPA0ATHIBATHCS, BBIIIOJIHMB CBOIO 33/1a4y, a 4acTh MPOAOJDKACT
sKkctripeccupoBarbesi. [lostomy Omomdann3nH paccMaTpyuBarOT B Ka4ECTBE OIHOTO M3 KOM-
MOHEHTOB TaK Ha3bIBaeMOM rymopanbHON nmmyHHOM namsitu (Portela et al., 2013; Pinaud
et al., 2016).

Henmasuo B renome Biomphalaria glabrata 6pU10 BBISBICHO MATH TEHOB, KOAUPYIOMINX
ropoo0Opasyromue O0eNKkH, oOTInyaroIecs oT onomdanusuna. HoBoe ceMelicTBO TOKCHHOB
OpLT0 Ha3BaHO TTabpanm3mHaMu (glabralysins). J{st oqHIX TTabpann3nHOB MOKA3aHO MTOBHI-
IIEHHE DKCIIPECCHH TIPH 3apayKeHUH Tpemaronamu Schistosoma mansoni, st PYTUX — MIPH
nmmyHu3amun Oakrepusmu (Lassalle et al., 2020).

[Tyrtewm in silico ananuza B TpaHckpunrome ounombainspuu takxe BoisiBiernsl MPHK, cxo-
KHe ¢ TepomarHoM (theromacin), axanmaom (achacin) U3 MoJuTIOCKOB Achatina fulica, arnm-
3uaHuHOM (aplysianin) u3 Aplysia kurodai n Heckonpko 6nompamurHOB (biomphamacins)
— 0oraThIX IUCTUHOM KAaTHOHHBIX NenTuaoB. /st Bcex (aKkTOpOB IMOKa3aHO MOBBIIICHUE
SKCIPECCUH B OTBET Ha MMMYyHm3anuto Oakrepusamu (Mitta et al., 2005; Adema et al., 2017).

OnHOW M3 OCHOBHBIX COCTABISIIOIIMX T'YMOPAJILHOIO UMMYHHTETA SIBISIETCS CHCTEMa
xomrieMeHTa. OHaKo Juist OOJBIIMHCTBA OCCIIO3BOHOYHBIX B HACTOSIIEE BPEMsI ONMCAHBI
JIUIIb OTAeNbHBIE ee KoMITOHEeHTHI (Kokpsikos, 2006). AHaIN3 TpaHCKPUIITOMOB U POTEOMOB
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reMonuToB OroMdasapuii mokaszan Hamuane Clg-mogobHoro 6emKa U THOA(PHUP-COAEPIKAIIETO
Oenka (thioester-containing protein, TEP) (Pinaud et al., 2019). TEP — xommiemeHrormno-
JIOOHBIC MOJICKYJIbI, KOTOPBIC MCIOJHSIOT POJIb ONICOHUHOB, CTUMYIUPYS (ParoiuTo3 Huiu
n3Kc KiIeTok. st MojutrockoB Jokasana poib TEP B darouurose MHUKpoOpraHuzmMoB u
anrunapasurapHom oreere (Blandin, Levashina, 2004). TEP yuacTByoT B (hopMUpOBaHHH
KarICylT BOKPYT CIIOPOIIUCT TpeMaronl y Biomphalaria glabrata ipy miepBUYHON IMMYHHU3AINH
(Mone et al., 2010; Mitta et al., 2012; Portet et al., 2018). [Ipu moBTOPHOM 3apaKCHUH, CO-
MIPOBOKAAIOIIEMCS] CIIBUTOM B CTOPOHY T'yMOPAJIbHOTO HMMYHHTETA, IPOMCXOOUT CHIKCHUE
skcrpeccun TEP n Clg-mogo6noro 6enka (Pinaud et al., 2016, 2019).

AKTHBHBIE MeTa00IUTHI MOJIEKYISPHOI0 KHCJI0PoAa U a30Ta (reactive oxygen spe-
cies, ROS u reactive nitrogen species, RNS) siBnsirorcst BaxHeHIIUMHU GpakTopaMyu KIMMYHHOM
3aIUTHI MOJUTIOCKOB. B mporecce paronnto3a oHM 00SCIICUHBAIOT ISCTPYKIHUIO KIETOYHBIX
MeMOpaH napasura.

OCHOBHOE KOJIMYECTBO KHCIOPOJHBIX METAOOINTOB 00pasyeTcs IPH aKTUBALIMH MEJlb-
coziepKamux (GpEeHOIOKCHIA3, MPOSBIAIONINX TUPA3UHA3HYI0 aKTHBHOCTH. dDeHonokenasa
SBIIAETCS KYIIPOIH3UMOM, KOTOPBIH JEMOHCTPUPYET CyOCTPaTHYIO CIIeU()UYHOCTH K MOHO-
u audenonam. OHa SBISETCS OHAM M3 OCHOBHBIX MEbCOACPKAIMX (pepMEHTOB reMOIHM(bI
MOJITFOCKOB, OJTHAKO 3TOT (DEPMEHT Takke ObLI OOHApY)KEH B JPYTMX OpraHax MOJIIFOCKOB
(babug u np., 2017). Cauraercs, 4To MPH pearn3alid UMMYHHOTO OTBETa (B TOM YHCIIE
IIPY MHKAICYJSIIMK TaTOreHa) UMEHHO T'eMOLUTHI CeKpeTupyoT (eHomokcunasy. OmHaxo
Ha CerOJHAIIHUHN JICHb, HE U3BECTHO SBIISIOTCS JIM OHU SAMHCTBEHHBIM €€ HCTOYHUKOM. [1o-
CKOJIbKY (DEHOJIOKCH/1a3a SIBIISICTCS ME/Ib-COCPIKAIIUM (EPMEHTOM, MOJKHO IIPEAOIOKHUThH
CYIIECTBEHHYIO POJIb MEIHM B PEAM3AIlMU 3AIMUTHBIX (PYHKIMH TeéMOIMTOB B UMMYHHOM
oTBeTe. MexaHH3MBbl MOAJICPIKAHHS TOME0CTa3a MM B MEKKICTOYHBIX IPOCTPAHCTBAX I10-
SIBJISIFOTCSL TOJIBKO Y MHOTOKJIETOYHBIX, U OHM MaJio u3y4eHbl. CKopee BCero, CymeCTBYIOT
3HAQUUTEJBHBIC PA3INYMs ATUX MEXaHH3MOB MEXKIy >KUBOTHBIMH (BOJHBIE, CYXOIyTHBIC,
C 3aMKHYTOH M HE3aMKHYTOH CHCTEMOH KpOBOOOpAIEHUs, )KUBOTHBIE C Pa3HbIM YPOBHEM
Pa3BUTHUS OPTaHOB, B OMOCHUCTEME «IIapa3sUT—XO3AUH» U Ip.). OTCYTCTBUE HAaHHBIX O BHY-
TPUKJICTOYHOM U MEKOPraHHOM OOMEHE MEIU Y MOJUIFOCKOB IPEMSATCTBYET MOHUMAHHIO
OJIHOW M3 BaXKHEHMIIMX CTOPOH (PU3MOJOTUH BPOXKICHHOIO MMMYHHUTETA — POJIM TOMEOCTasa
MeIH B ()OPMHUPOBAHMH «IBIXATEIEHOTO B3PHIBa» M MEJIAHU3ALUH.

Hccenenosanus in vitro nokasanu, uto H O, 1 NO crnocoOCTByIOT yHHUYTOMEHHIO CIIO-
pouuct Schistosoma mansoni remortutamMu Biomphalaria glabrata pe3ucTeHTHON THHUH.
[Tpu >TOM pe3ucTeHTHBIe YIUTKH renepupytotr 6ombiie ROS u RNS, yem uyBcTBHTENIBHEIE
ocobu (Hahn et al., 2001; Mone et al., 2010). [Ins HuX moka3aHa KOHCTHTYTHBHO OoJice
uHTeHCUBHaA dKcnipeccus Cu/Zn cynepokenamucmyTassl (CuZn SOD) (Bonner et al., 2012).
[Tpu sTom annens rena SOD1 paccmarpuBaeTcs Kak crielii(pUIecKuil MapKep JUist BBISIBICHHS
cnenn(uIecKoil pe3UCTEHTHOCTH Y B. glabrata x nuBasum Schistosoma mansoni (Coustau
et al., 2015).

Iponykiust cynepokcuaanrona (O%) ycraHoBjeHa Ui TeMOUUTOB Lymnaea stagnalis
u Helix aspersa npu (aroumTo3e 4acTUIl 3MMO3aHa. AHAJIIOTHYHBIC PE3yNbTaThl MMOKa3all
aHaJIM3 FeMOIIMTOB YyBCTBUTEIBHBIX U PE3UCTCHTHBIX JIMHUN Lymnaea stagnalis x 3apaxe-
uuto Trichobilharzia ocellata (Dikkeboom et al., 1988). Ilpu uaBasum Lymnaea stagnalis
cneunudeckuM napasutom Trichobilharzia ocellata m necnienupuueckum Schistosoma
mansoni TEMOLUTB MOJUTIOCKA OTBEYAIOT MPOXYKIMEH aKTHBHBIX ()OPM KHCIOpPOJa B OTBET
Ha Hecllenu(pUIecKoro napasuTa, BbI3bIBAIOT €r0 TMOENb U HE OTBEYAIOT Ha CIEeU(UUECKOTO,
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YTO 00ECIICYNBACT BBKUBAHUE MTOCIEAHET0. MaTepHHCKUE CIIOPOLIUCTEI 000MX BUIOB AKTH-
BHPYIOT BHYTPHUKIIETOUHYIO KCAHTHH-OKCHAA3HYIO0 CUCTEMY, YTO IPHBOJUT K 00Pa30BaHUIO
BBICOKOTOKCHYHBIX MTEPEKUCHBIX coenuHeHni. [Iprmenenne narnoutopa HA JIOH-okcunasst
3aIep’KUBAeT AMUMHUHAIMIO crioponncT Irichobilharzia ocellata m Schistosoma mansoni
TeMOIIUTAMI PE3UCTCHTHBIX K WHBA3uu Lymnaea stagnalis w Biomphalaria glabrata, co-
orBerctBeHHO (Dikkeboom et al., 1988; Adema et al., 1994, 2001). dns Viciparus ater
MMOKa3aHa CIIOCOOHOCTHh TeMONHTOB K cuHTE3y NO ¢ MOMOIIBI0 KIFOYEBOTO (hepMeHTa —
HAJI®H-3aBucuMoOif HUTPUTHOH OKUCHh-CHHTA3bl. Ctumyrsamus kietok JIIIC yBermumBaer
aKTHUBHOCTH 3TOr0 (hepmeHTa u npoxaykimio NO B 2.4 pasza (Conte, Ottaviani, 1995).
Tpemaroasl UMEIOT 3alIUTHBIE CHCTEMBI, MPEMSTCTBYIOMNE UX MOBpexAeHII0 ROS
u RNS. Bo Bpems TpanchopMaIiui MUpAIUINsS B MATEPHHCKYIO CIIOPOIIICTY BRIpa0aThIBa-
eTCsI IeTIBIN PAJ AHTHOKCHUIAHTHBIX (PEPMEHTOB — TIIyTaTHOH-S-Tpanchepasa (GST), Cu/Zn
cynepokcugaucmytasa (SOD), mmytarnon nepokcunasa (GPx) u mepokcupenokcuns! (Prx),
obecrieunBaromiie 3aMuTy pasBuBatomierocs mapasuta (Guillou rt al., 2007).

PEI'VIAATOPBI UMMVYHHOT'O OTBETA MOJIJIIOCKOB

OCHOBHBIMH PETYJISITOPAMU UMMYHHOTO OTBETA ’KMBOTHBIX SBJISIOTCSI HEOONBIINE TETI-
TUABI — IUTOKUHEI (cM.: ATaeB u jp., 20056; Mitta et al., 2005; Garcia et al., 2010). IuTo-
KHMHBI YJaCTBYIOT KaK B PETYJSIIIMM MMMYHHOTO OTBETa, TaK M B MOAJECP)KAHUN TKAaHEBOTO
roMeocTasa.

VY JeroYHbIX MOJITIOCKOB BBISIBJICHBI TAKHE YHHUBEPCATIbHBIC IUTOKUHBI, KaK (DaKTOp He-
kpo3a omyxonei (TNF-related protein), MakpodaraabHbI HHTHOUPYIOMIHI (haKTOp, IFICTATHH.
Kpome Toro, omucansl HEKOTOPbIE OEIKH, BOBICUEHHBIE B CHTHAJIbHBIC KACKaIbl AKTHBALIIH
KIIETOK — OENKH, copep Kallne MMHKOBBIC Malblbl (zinc-finger proteins), KaJIbMOIYIHH,
tumo3uH B4 (Yoshino et al., 1993; Bayne et al., 2001).

OnnuM U3 Hambosiee XOPOIIO OXapaKTEePU30BAaHHBIX IUTOKMHOB MYJIBMOHAT SIBISIET-
cs QaxTop, HHTHOMpPYOMMI MUTpannio Makpodaros (macrophage migration inhibitory
factor, MIF) (Mitta et al., 2005). MIF skcnpeccupyeTcsi B MUPKYTHPYIOIIAX TEMOIUTAX
(TIpenMyIIecTBEHHO TPAHYIONUTAX) U SMOPHOHANBHBIX KIeTKax Biomphalaria glabrata
(Bge cells). ITokazano ero mpucyTtcTBue B 1azMe remonumdsl (Garcia et al., 2010). On
CIOCOOCH CTUMYJIMPOBATH KICTOUYHYIO Mponudepariio 1 HHruoupoBarb NO-3aBHCHMBIHA
pS3-onocpenoBanHbIil ammonTo3 Bge-kietok. 3apaxkenue Schistosoma mansoni TIPABOAUT
K cHIDKeHnto skcnpeccrn MIF, koTopoe KkoppenupyeT ¢ MUTpaIiield TeMOIIUTOB K HH(PHIIHPO-
BaHHBIM TpeMmaronaMu TKaHsaM. Hoknayn rena MIF npuBoauT kK HapylIeHUIO MHKACYJISLUN
cnioportuct S. mansoni B Kynsrype Bge-xietok (Garcia et al., 2010). KorcepBaruBHOCTB
rena MIF no3Bonsier paccMaTpuBarh €ro B kauectse oprosiora MIF miekonuraromux.

I[Momumo MIF B Tpanckpunrome Biomphalaria glabrata o6HapyXeHBI TIOCTIEIOBATEIh-
HOCTH, TOMOJIOTHYHBIE BOCHAIUTENbHBIM (DAKTOpaM TPAHCIUIAHTAIIMHA MIICKOMHUTAFONINX
(mammalian allograft inflammatory factors, AIF). AIF MiaexonmuTarommx 3KCIpecCupyoTCs
MIPY OTTOPKEHUH aJUIOTPAHCIUIAHTATOB M YYaCTBYIOT B peryisanuu Bocnanenus (Deininger
et al., 2002). Y Guomdanspuii pe3UCTEHTHOH JIWHUH ITOKA3aHO MATHKPATHOE MOBHIIICHIE
skcnpeccun AIF (Mitta et al., 2005).

3AKJIIOUEHUE

BrimmonseHHbIM aHamn3 I/IH(i)OpMaI_[I/II/I 00 HMMMYHHOM OTBETEC IIYJIbMOHAT HAa YY>XXCPOJHBIC
(baKTOpLI MO3BOJIACT paCCMaTprBaTb OCHOBHBIC 3TAIIbI €TI0 paIn3allui KaK aHaJIOTMYHBIC CO-
OTBETCTBYIOIINM PCAKIUAM APYTUX JKUBOTHBIX. B YaCTHOCTH, 3allIUTHBIC PCAKIIUU ITYJIbMOHAT
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BKJTIOYAIOT JIBA YPOBHS: KJICTOUHBIN W TYMOpaIbHEIH. OMHAKO HE BCETaa MPOCTO MPOBECTH
YETKOC pasrpaHUYCHUC MX (DYHKIIMOHAIBHBIX KOMIIETCHIMUA. Tak, reMOIUTH MOJLTIOCKOB,
CMOCOOHBIC K (haroruTo3y W WHKAICYISIIIUKA MaTOTEHA, MCIONB3YIOT MPU ATOM Pa3IMYHBIC
(hakTOpHI TYMOPAIEHOTO IMMYHHTETA IJIsl PACIIO3HABAHUS M AITUMHHAIIUHN TYKEPOIHOTO.

C pyroii CTOPOHBI, B paMKaxX pacCMaTpHBacMO# apa3uTO-XO3IUHHOM CHCTEMbI OOJIBILION
HWHTEpEC TMPENCTABIAIOT PEaKIHHA TPEMaTod Ha KOMIUJIEKC 3aIlUTHBIX 0apbhepOB MOILIIO-
CKa. AHaJIM3 MOJYYEHHBIX PE3YJIbTATOB MO3BOJISET 3aKJIIOYUTh, YTO BBISBJICHHAS UMMYHHAsI
YCTOIYMBOCTH MyJBMOHAT K TPEMAaTOJHOW MHBA3HWH TOJHOCTHIO YKIIAJBIBAIOTCS B OOIINE
MpeICTaBICHUS 00 aIallTUBHBIX PEAKIMAX Mapa3uTa Ha UIMMYHHBIN OTBeT X03smHa. Croco0-
HOCTb MAPTEHHUT TPEMATO/] U30erarh 3alllMTHBIX PEAKIIUI MOJUIFOCKA-X03s5MHA YKa3bIBACT HA
JUIMTEIBHYIO UCTOPUIO CTAHOBJIEHUS JTAHHOW Mapa3uTO-XO35IMHHONW CUCTEMBI.

CymiecTByeT HECKOIBKO OCHOBHBIX T'HIIOTE3, OOBSCHSIOMNX MEXaHU3MbI M30eTaHUs
MapTeHUTaMU TPEMaTo] MMMYHHBIX peakuuii MojuitockoB. OCHOBHOW M3 HHX SIBJISIETCS
«MO/Ie/ b COBMECTHMOI0 MOJIEKYJISIPHOTO noJiuMopgu3May. [l MOUTIOCKa XapaKkTepeH
OITpe/ICIICHHBIH HAa0Op KJICTOYHBIX M T'YMOPAJIbHBIX KOMIIOHEHTOB MMMYHHTETA, 33/aHHBIX
TEHOTHIINYECKU. Pe3NCTEHTHBIE MOJIIIOCKH OTIAMYAIOTCSI OT YyBCTBUTEIIBHBIX 110 HAOOpy U
YPOBHIO 3KCIIPECCHH PACIIO3HAIOIINX MOJICKYJI, (PAaKTOPOB IUTOTOKCHYHOCTH, aJr€31H H Jp.
Jnst mapazuTa KOHKPETHOTO BU/ia (WM IITaMMa) TAKKe XapaKTepeH reHOTUITMYECKU 3a/1aH-
HBII HA0Op aHTUICHHBIX AETEPMUHAHT (PELENITOPBI IOBEPXHOCTH TETYMEHTA, IKCKPETOPHO-
CEKpPETOPHBIE MPOIYKTHI, TPOIYKTHI MeTaboi3Ma). CnocoOHOCTh MOJIIIFOCKA Paclio3HaBaTh
MIaTOTeH, PearnpoBaTh Ha HETO, a C IPYTOi CTOPOHBI, CIOCOOHOCTH NMapa3nuTa U30eraTh 3TOTro
OTBETa ONpPEJEISIOT COBMECTUMOCTh KOHKPETHOM Iapa3suTo-X03IUHHOW CHCTEMBI.

Ji1st OOBSICHEHUSI SIBIICHUST «MOJICKYJISIPHOTO OJIMMOPp(H3May» ObUTH NPEUIOKEHBI alIbTep-
HaTUBHBIE TUNOTE3bI. [IepBast 3aKirtouaeTcst B TOM, 9YTO COBMECTHMOCTD OIIPE/IEINISETCS CTeTIe-
HBIO pe3ucTeHTHOCTH MosLTrocka (Webster, Davies, 2001). CoriacHO BTOpO#, YCICIIHOCTh
3apaXXCHUsI ONPEAEIACTCS COBMAICHNEM MHIMBHIYaIbHBIX MOJECKYISIPHBIX XapaKTEPUCTHUK
napasura u xo3suHa (Theron, Coustau, 2005). B To sxe Bpemst Mutra ¢ xomuteramu (Mitta
et al., 2017) momyckaroT, 4TO ATH THIIOTE3bl HE SBISIOTCS B3aUMOUWCKIIOYAOIIMMHA W YTO
COBMECTHUMBIH CTaTyC KOHKPETHOW YIUTKH M TPEMaTOAbl ONpeessieTcss 0aJaHcoM MEXIy
HECKOJIbKUMH MOJICKYIISIPHBIMH JIETEPMUHAHTAMH, OTHOCSIIIIMMUCS K JIBYM KaTeropusim: mep-
Basi — BPOJKICHHbBIE TEHETHUECKHE OCOOCHHOCTH Tapa3uTa 1 XO35HHA, BTOPasi — MOJIEKYJIBI
(peuenTopbl ¥ aHTHreHbl), obnanatomue nonmumopdusmom (Harpumep, FREP). [Tostomy
JyBCTBUTEIBHOCTb U PE3UCTEHTHOCTh HE OBIBAIOT aOCOIMIOTHBIMU.

I'mnore3a MoJIeKyIApPHOH MHUMHKPHH I10APa3yMeBaeT SKCIPECCUIO MapasHuTOM IIO-
BEPXHOCTHBIX MOJICKYJ, OIIO3HABAEMbIX BHYTPCHHUMH 3AIIUTHBIMH CHCTEMaMHU XO3SIMHA
kak «cBoe» (Damian, 1989). Ilokazano, 4yTo pa3Hble YPOBHH BOCHPUUMYHMBOCTH XO3SIMHA
KOPPEJIUPYIOT C Pa3InYHbIM COJACPIKAHUEM MOBEPXHOCTHBIX aHTUTCHOB Mapasuta (van der
Knaap, Loker, 1990).

CormnacHO rumoTe3e MOJIEKYJISIPHON MAaCKHPOBKH, BEDKHBaHME Mapa3suTa oOecredu-
BAaeTCsl OCAKIACHUEM Ha €T0 IMOBEPXHOCTH MOJIEKY] reMoinMdbl X03s1Ha. B ocHOBe 3TOTO
SIBJICHUS] MOTYT JIE)KaTh KaK MaCCUBHAsI COPOLMS MOJIEKYJI TeMOJIMMQBI, TaK U UX aKTHBHBIHI
3axBaT MOCPEACTBOM CHENNAIBHBIX PEIIEITOPOB Ha MOBEPXHOCTH mapasuTa (van der Knaap,
Loker, 1990). Hanpumep, Tpemaronst Schistosoma mansoni SKCIpeccUpyioT Ha CBOCH I10-
BEpXHOCTH mouMopdHbie MynuHbl (polymorphic mucins, SmPoMucs), koTopbie npenoT-
BpAIIAIOT PACHO3HABAHNE MMMYHHOH CHCTEMOH MOJUTIOCKOB UYKEPOJHOTO.
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CoracHO 4eTBEepTOil TUIoTe3e, BBDKUBAEMOCTD IIapa3uTa OCHOBaHA Ha MHrHOUPOBa-
HUH NPOLECCOB HMMYHHOI'0 0TBETA X03IMHA. DTO IPOUCXOAUT C y4aCTHEM DKCKPETOPHO-
CEKPETOPHBIX MPOAYKTOB, BhIAeIsAeMbIX mapasutoMm (Loker et al., 1992; Lodes, Yoshino,
1990). B wacTHOCTH, SKCKPETOPHO-CEKPETOPHBIE MPOTYKTHI CIOCOOHBI U3MEHATH MPO(UIH
9KCIIPECCHU OENTKOB FeMOLUTAMH, YTO MOXKET IPENATCTBOBATh PAcliO3HABAHHMIO MATOreHA
MMMYHHOU cucTemMoit Momutiocka (Yoshino et al., 2013).

B 3aBepienue HacTOSIIEr0 0030pa KOPOTKO 3aTPOHEM SIBIICHUE CIIENU(PUIHOCTH MOJLIIO-
CKOB K TpeMaTOILHOﬁ uHBa3uu. B YCIOBUAX MMOCTOAHHOI'O B3aHMOﬂeﬂCTBHﬂ C 9y>XE€pOJAHBIMU
AHTUTCHAMM WX PE3UCTCHTHOCTDL K IAapasvuTy ABJIACTCA CKOpEC IpaBUIIOM, a BOCIPHUUMYU-
BOCTb — HCKJIIOUEHHEM. [103TOMY yCIIEIIHOCTh 3apaskeHus 3aBUCHUT, IIPEIkK/IE BCEro, OT CII0-
CO6HOCTI/I napasura ((l/[36€FaTI)» 3alllUTHBIX peakunﬁ XO3sMHa WK 1OAAaBJIATH HX. Mointock
obecrieurBaeT cpejy OOUTaHUsI, KOTOPYIO ITapa3uT UCIIONB3YET AJIsl Pa3BUTHSI U YBEIUUCHHUS
COOCTBEHHOW YHMCIECHHOCTH. JlJIsi 9TOro HEOOXOJUM TECHBIH KOHTaKT MEX]Y Mapa3suToM
U XO35IMHOM, U HECOMHEHHO, 3TO B3aUMOJCICTBUE PACIPOCTPAHICTCS HA MOJIEKYJISIPHBII
AUaJjior MeXAy HHUMU, pE3YJIbTaTOM KOTOPOTO, BEPOSATHO, ABJIACTCA 3allyCK U CHUJla UMMYH-
HOT'O OTBETa YJIHMTOK.

OnHaKo 10 CUX IOP OCTAETCsl MHOTO BOIIPOCOB OTHOCHUTEIBHO (hOPMHUPOBAHUS SIBICHHUS
CHCLII/I(l)I/lLlHOCTl/I 1 MCXaHU3MOB yCTOﬂ‘iMBOCTM MapasuToO-XO3sIMHHBIX CUCTEM. SIBnsgercs nmu
JaBJICHUE, CO3/laBaeMO€e TPEMATOJHON MHBa3ueH, (pakTopoM, COCOOCTBYIOIUM Pa3BUTHIO
CHeLII/l(l)l/I‘-IHOCTI/I B UMMYHHBIX CUCTEMAaX MOJUIFOCKOB, U CIIYXKHUT JIM TaKO€ HpI/l06peTeHI/le
JBIDKYLIEH cuiiol uist popmupoBaHus pasHooOpasusi Tpemaroa?

YuuteiBas CI0KHBIIHUECS B X0A€ KO3BOJIIOLWU MAapasUuTO-XO3AUHHBIC CUCTEMbI, MOKHO
HPEIIOJIIOKHUTh, YTO TPEMATO/bI OKa3al CEPbEe3HOE BIUSHUE Ha (YOPMUPOBAHHE UMMYHHBIX
peaKuni& JICTOYHBIX MOJUIFOCKOB, BKJINOHas CTCIICHb UX CHeLII/l(l)I/lLlHOCTl/I.
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DEFENSE REACTIONS OF PULMONATE MOLLUSCS
DURING PARASITIC INVASION

© G. L. Ataev, E. E. Prokhorova, A. S. Tokmakova

Keywords: pulmonate molluscs, cellular immunity, humoral immunity, hemocytes, he-
matopoiesis

SUMMARY

Defense reactions of pulmonate molluscs have been actively studied in the last decades, which
resulted in the accumulation of abundant data on various aspects of their immune response both at the
cellular and the humoral level. Several reviews analyzing this material have recently been published
(Adema, Loker, 2015; Pila et al., 2016a; Melillo et al., 2018; Li et al., 2020). However, the last reviews
on this subject in Russian were published more than 15 years ago (Ataev, Polevshchikov, 2004; Ataev
et al., 2005a, b; Galaktionov, 2005). This review aims to generalize modern ideas about the immune
response of pulmonate molluscs and to outline the main problems in this area. It considers defense
reactions of the molluscs to various immunization factors, with the focus on the response to trematode
invasion. This is due not only to the importance of pulmonates as intermediate hosts of trematodes
but also but the possible involvement of these parasites in the development of molluscan immunity.
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MeTtonamu CBETOBOW U AIEKTPOHHOH MHUKPOCKOIMHU HCCIIEI0BAHO CTPOCHHE KO)KHO-MYCKYIILHOTO
Merka Hematonsl Trichostrongylus tenuis (Mehlis, 1846) (camerr) u3 cemeiictea Trichostrongylidae.
VYeTaHOBIIEHO, YTO KyTHKYJAa TeJIbMUHTA COCTOUT M3 8 ciioeB: | — BHEIIHsT MeMOpaHa WM JIIHKY-
TUKyNa; 2, 3 — BHELIHUHN U BHYTPEHHUI KOPKOBBIE CIIOM; 4 — TOMOIEHHbIH min cpeqHuit cioi; 5, 6,
7 — BHEIIHWH, CpeJHUI M BHYTPEHHUI BOJIOKHUCTHIE ciion; 8 — GasaimbHast MmemOpaHa. B omimmune
OT JAPYTUX HEMAaroJ, B TOMOTEHHOM CJIO€ KyTUKYIBI 1. fenuis He OBUIO BBIIBICHO TEMHBIX KyTHKY-
JSIPHBIX pacnopok. KyTHKysspHbIe TpeOHH, KOTOpbIe MMEIOT ANArHOCTUUECKOe 3HAUYCHUE, y TAHHOH
HEMaToZbl IO pa3Mepy Majbl, HO II0 KOJIWYECTBY MX OONbINe, 4eM y JIPYTHX M3y4eHHBIX BuaoB. Ha
YABTPACTPYKTYPHOM ypPOBHE HMPOCIIEKEHBI U ONMHCaHBl OOHOBIECHHE KYTHKYIBl THINHKH 4-i cTagun
(camen) 1 GOpPMHUPOBAHHE HOBOW KyTHKYIBI y TOJOBO3PEIOTO TelbMUHTA. KyTHKYIspHBIE TpeOHU
y T tenuis MOSIBIAIOTCSA Ha MOCNEIHEM 3Tare JUHBKH, KOTJa cTapas KyTHKYyla yXe IOIHOCTBIO OT-
JeTsieTcs OT HOBOH, a He HAa PaHHMX J3TamNax, Kak y APYTUX ONU3KUX BHAOB. Y MBIIIEUHBIX KIETOK
T. tenuis Tuta3MaTUyYECcKasi YaCTh 3HAYMTEJIILHO MEHBILE, YeM COKpaTtuMas. MBIIIEUHBIN CI0H, Oyry4n
KpyIIHee BYX APYIHUX CIIOEB, TOJIIE KyTUKYNbI B 1.6 pa3 u rumonepmsl B 9.1 pas.

KunroueBsie ciioBa: nemaronsl, Trichostrongylus tenuis, KyTHKyIa, THIIOAEPMA, MBIIICUHEIH CIIOH,
YIBTPACTPYKTypa, TPAHCMUCCHOHHBIH AIEKTPOHHBIH MHKPOCKOI

DOI: 10.31857/S123456780605003X

B pesynbrare renbMUHTOIOTHIECKIX HCCIICIOBAHIH, IPOBEICHHBIX B A3epOaiikaHCKOH
PecrryOnmuke Ha Tepputopun HaxmueBaHckoit ABroHOMHON Pecmyonuku B 2014-2018 1T,
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y IOMAIlHWX BOJOIUIABAIOIINX NTHIl (AOMAIIHUI rych — Anser anser domesticus (L.)
U noMammHAsa yTka — Anas platyrhynchos domesticus (L.) BeisiBIeHO 14 BUAOB TeIIEBMUHTOB
(Cenpbetimn, Mareppamos, 2018; Ceunbeiinu, 2018; Seyidbeyli, Rzayev, 2018). Cpeau
rapasuToB, OTMEUEHHBIX HA TEPPUTOPUH ABTOHOMHOI PecryOnuku, mmupoko pacrpo-
cTpaneHa Hemarona Trichostrongylus tenuis (Mehlis, 1846) — cneunuyHbIi Mapasut 10-
MalllHUX BOJOIJIABAIOIIMX ITHII, KOTOPbI HAHOCUT HanboJee Cepbe3HbI BPeJ OPraHu3My
xo3suHa (Seyidbeyli, 2019; Seyidbeyli et al., 2019). M3y4yenne ynsTpacTpyKTypbl OCHOBHBIX
BO30yIUTENEH TEJIBMHUHTO30B HA BCEX CTAAMAX Pa3BUTHS MMEET CYNIECTBEHHOE 3HAUCHHE
JUIS. yTOYHEHUSI CHCTEMaTHYEeCKOro MOJIOKeHMs MapasuTa. B HacTosimee BpemMst HMEIOTCS
JIUTEpaTypHbIE JaHHbIE 00 YABTPACTPYKTYpe KYTHKYJIBI M O psiie MOP(OIOrH4eckux oco-
OEHHOCTEH JIMIIB JIJIsl HEKOTOPBIX BUAOB cemeiictBa Trichostrongylidae, B Tom umncine s
NapasuTUPYOLICH y ueoBeka HemaTonsl Trichostrongylus colubriformis (Giles, 1892) (Lee,
1965, 1970; Kenneth, Eric, 1972; Lee, Nicholls, 1983; Martin, Lee, 1983; Wharton, 1986;
Beveridge, Durette-Desset, 1994; Lattes et al., 2011; Sato et al., 2011; Issarapong et al., 2013;
Kareem t al., 2014). Ham Hen3BecTHBI TMTEpaTypHBIC TAHHBIE 110 YIIBTPACTPYKTYPE HEMATO b
T tenuis. YuuTbIBasi Bce BBILIECKa3aHHOE, OblIa MMOCTABJICHA I€JIb UCCIIE0BATh CTPOCHHE
KO)KHO-MYCKYJIBHOTO MEIIIKa (KyTHKYJIa, THIIOJIepMa U MBIILICYHBIH CI0i) HeMaToasl 1. tenuis
METOJ]aMHU CBETOBOM M 3JIEKTPOHHOW MHUKPOCKOIIMHU Ha YJIBTPACTPYKTYPHOM YPOBHE U ITPO-
BECTH CPaBHUTEIBHBINA aHAIN3 MOIYYEHHBIX JJAHHBIX C IPYTHMHU BUIAMH TPUXOCTPOHTHIIH/L,

MATEPUAJI U METOAUKA

Mertonom mojHOro napasuronorudeckoro Bekpoitus (Cxpsioun, 1928; Jlyoununa, 1971) uccie-
noBaHo 20 5K3eMIUIIPOB OAHOJETHUX JOMAIIHMX BojoruiaBaromux nrui (10 sk3emMIusipos ryceit
u 10 3K3eMIUIIPOB YTOK) U3 YaCTHBIX MTUIEBOTIECKUX X03s5icTB nepeBHn Cupad babekckoro paifona
HaxuueBanckoit ABronomuoii Pecriyomnuku (39°17'26"N, 45°30'S1"E). CoGpanbt Hemaroast 1. fenuis.
[enbMHUHTBI OKpamIeHbl KAPMHUHOM U 00€3BOKEHBI, 3aTE€M IIPUTOTOBICHBI IIOCTOSIHHBIC TIperapaThl
B KaHaJcKkoM Oanb3ame. [Ipemapars! u3ydens! mox crepeomuxpockornoM MBC-9 (Poccnst) n Mukpocko-
oM Promo Star (Carl Zeiss, I'epmanns). g uneHTuduKaum UCTIOIb30BaH ONPEAEIUTENb PhKUKOBA
(1967). C uenbto U3y4eHus YIbTPacTPyKTyphl Cpasy MOCIEe BCKPBITHS MITHIL TOJIOBO3PEIIbIC HEMATO B
(&, U3 crenbIX OTPOCTKOB) M IMYUHKH 4-if cTaguu (&, u3 TOHKON KUILIKK) GbLIM pa3pe3aHbl U 3a(QUKCH-
PpoBaHbI cMechIo 2 % pacTBOpa MIIoTapanbaeruaa, 2 % pactsopa napadopmansaeruga u 0.1 % pactBopa
nuKprHOBOH kncnoTel Ha 0.1M docdaraom O6ydpepe (pH = 7.4). [Tocrdukcanns nposoamiack B 1 %
pacTBOpe YETHIPEXOKHCH OCMUSI B TeUeHHE daca. V3 Marepmana 1mo oOIIEPUHATHIM B 3JIEKTPOHHOM
MHUKPOCKOIIUH ITPOTOKOIAM NMPHUTOTOBIeHBI Apanaut-OnoH 6noku (Kuo, 2007). [Tomay- u yasTpaToHKHe
Cpe3bl U3TOTOBJICHBI C IoMolbo yiabpTpamukporoma EM UC7 (Leica, I'epmanus). [TomyToHkue cpe3st
(1-2 MKM) OKpamIMBaJIMCh METHICHOBBIM CHHUM, a3yp lI, pyxcurom (D’Amico, 2005) n u3ydanuch
o Mukpockonom Promo Star; ¢otorpadun momydenst ¢ momoinsio 1upposoit Gorokameps: Canon
EOS 650D (Canon Inc., SInonus). Ynsrparonkue cpessl (50-70 HM) okpamuBaiuch 2 % HachIIIEH-
HBIM BOJHBIM PacTBOPOM ypaHmiarerara, 3areM 0.6 % pacTBopom uucToro murpara csuHma Ha 0.1M
pactBope NaOH. DnexTpoHOorpaMMbl MOTydand Ha TPAHCMHCCHOHHOM SJIEKTPOHHOM MHKPOCKOIIE
JEM-1400 (JOEL, Anonus) npu Hanpspkernn 80—120 k. M3mepenus Ha ororpadusx caenaHsl mpu
nomoru porpammMsl ITEM -TEM Imaging Platform, cratuctuaeckas 06paboTka JaHHBIX BBITONHS-
Jlach ¢ MOMOIIBIO TporpaMMel Microsoft Excel: Braucnsimncs MUHIMYM, MAKCUMYM, CpeJHEE, OLIHOKA

CPEeHETO M CTaHAAPTHOE OTKIOHEHME. Paznmums canTany cTaTHCTHYeCKH 3HaYUMBIME 11pu p < 0.05.

403



PE3VJIbTATHI

KoxHO-MyCKyIBHBIN METIOK MTOJI0BO3PENION HeMaToas! 1. tenuis (CaMeIr) COCTOUT U3 TPEX
CIIOCB: KYTHKYIa, THIIOJIEpMa U MBIIICUHBINA cioi (puc. 14, 1D).

KyTukyma. SIBiseTcs mpou3BOIHOMN OT THUIIOJCPMEI 1 00pa3yeT 000I0uKy Tea. B mepenneit
YacTH Tejla OHa HE MMEET OTYETIMBOW IONEpPEYHON MCUEpPUSHHOCTH, Jajee, 0 Hampaslie-
HUIO Ha3a] K Oypce, KyTHKyna UMeeT MOP(OIOrHYecK OTIMYalonIecs OJHa OT JAPYroi
3ybOuarsie dopmbl. Kyrukyna Hemaronst 7. tenuis, Kak U y APYTMX BHIOB U3 CEMEHCTBa
Trichostrongylidae, npeacrasisier co00il TpU OCHOBHBIX CJIOEB: KOPTHKAJIbHBINA; CPEAHUI,
WJIM TOMOTEHHBIN; GuOpniisipubiid. Kaxkaplii u3 HUX, B CBOIO o4yepeib, JEIUTCS Ha He-
ckonbko cioeB. CHapyXM KyTHKYJIA ITOKPBITa MEMOpaHOH, I SMHUKYTHKYIION, fanee UuayT
BHEIIHUM U BHYTPEHHUM KOPKOBbIE CJIOM; TOMOT'€HHBIN, WU CPEIHUM CIIOM; TPEXCIONHBIN
BOJIOKHHCTBIN cIoi; 6azanmpHas MmemOpana (puc. 1B).

Hemaronel, B Tom wmcne 7. tenuis, 10 JOCTIKCHHS TIOJIOBO3PEION (POPMBI MPOXOISAT
nporecc JUHbKU. Jlo Hadajga JIMHBKY HIDKHUE CIOM CTApOd KYTHKYJIBI PacTBOPSIIOTCS.
B 510 Bpems B rumozepMe HaUMHAIOT PA3BUBATHCS HOBBIEC CIIOW KyTHKYJbl. DK3yBHAJIbHAS
KHUJIKOCTh, 00pa30BaBIIasCsl MEXy 3TUMH CIOSMH (HOBOW M CTapoi), cMsArdasi crapyro
KyTHKYITy, BBITAJIKUBAET €€ HAa ITOBEPXHOCTb. MBI HAOIIONAIM OOHOBJICHWE KYyTHKYIIBI JIU-
YUHKN 4-i cTaanu ¥ pOpMHPOBAaHHE HOBOW KyTHKYIBI YK€ Y IOJIOBO3PEJIOTO I'eJIbMUHTA
T’ tenuis (puc. 2). CTpyKTypa KyTUKYJIbI JHYUHKH 4-U CTaIUH MAJIO OTIIMYAETCS OT CTPYKTYPbI
KyTHUKYJIBI ITOJIOBO3PEJIOrO reJIbMHUHTA. BUAHBI Bce Tpu OCHOBHBIX ciod. Ha puc. 24 yxe
3aMETHO O0pa30BaHHME TPAHUIBI MEXKIY HOBOM M CTapoi KyTHKYNOi u oOmue Hexudde-
PEHLIMPOBAHHbIC CJIOW HOBOM KyTHKYJBI (Ha pUC. 24 YEPHBIMU CTPETIKaMHM MOKa3aH CTapblil
CJIOH, OeNBIMU CTpeNIKaMy MOKa3aHO HavYallo 00pa30BaHWsl HOBOW KyTHKY/bI). Ha puc. 2B,
2C nabmomaercsi 00pa3oBaHNe KUIKOCTH HA TPaHHIIE HOBOM M cTapoil KyTHKyn (0003Ha-
YeHa YCPHBIMH 3BE30YKAMMU) U MPOCIIEKNUBACTCS JIBIKCHNE CTApON KYTHKYJIbI B CTOPOHY
TTOBEPXHOCTH Tea. B HOBOI KYTHKYIIE YETKO BUCH BOJIOKHHUCTHIN CIIOH. Yke chopMupoBaH
BHELIHUN M BHYTPEHHUN KOpKOBBIE ciou. Ha puc. 2D oTmeyaeTcss 4aCTUYHOE OTCIOEHUE
CTapoil KyTHKYJbI; Ha pUC. 2E y HOBOH KYTHKYJIBI y)Ke 00pa3oBajHCh BCE CIIOU, U cTapas
KyTHKYJIA TIOJTHOCTBIO OTCJIOMJIACh. TakuMm o0pa3oM, JIMHbKA JIMYMHKY 4-i craguu u dop-
MHUPOBAaHUE KYTUKYIBl y MOJOBO3PEIONH HeMaToAsl 1. fenuis MOTHOCTBIO MPOCIEKEHB! HA
a5eKTpoHorpammax (puc. 24-2F).

T'unmonepma. Pacronoxkena MeXay KYyTHUKYJIOM M MBIIIEYHBIM CIOEM. 3/1€Ch UMEIOTCS
MUTOXOHJPUH, anmnapar [onbKy, SHI0MIIa3MaTHYecKast CeTh M TIIMKOreH. MUTOXOHAPUHT
MaJIeHbKHE, KPHUCTHI IIOX0 BUJAHBL. B runogepme Hemaronsl 1. fenuis oOHapy>KuBaeTcs
4 runofepManbHBIX Bajuka (2 yatepanbHbIX, | qopcanbHblii u 1 BeHTpanbHbIA — puc. 1C).
B nmarepanbHBIX BaJHKax MPOXOIAAT BRIACTUTEIbHBIC KaHaTH! (puc. 3C, 3D; mpocBeT KaHasIa
00o03HaueH Oenol 3BE3IO0YKOI), a B TOPCATbHOM M BEHTPAIBHOM — IMPOIOJIBEHBIC CTBOJIBI
HEpBHOM cucteMbl (puc. 34, 3B; 0003HaueHBI OeBbIMU 3Be310YKaMH). JlaTepabHbIe BATUKH
KpYyIIHEE I0PCATBHOTO ¥ BEHTPAIBHOTO BAJIMKOB, HO COAEPKAT MEHBIIIE MUTOXOHIpUH. [ urmo-
JiepMa CHU3Y MojcTiiIaeTcs 6a3anpHol MmemOpanoit (puc. 3C; o0o3HaueHa OeIoi CTPEIIKOM).

Mplieunslit cioil. Paznenen runoaepmMalibHbIMU BaJIKaMU Ha 4 cekropa. MpllieuHbie
KJIETKH COCTOSIT M3 CHJIBHO PAa3BHTON COKpaTUMOM M Iurazmarnueckoi yactu. Cokparnmas
YacTh COCTOMT M3 IBYX KPYIHBIX (PMOPUILUIIPHBIX CTBOJIOB. OHOPHILISIPHBIE CTBOJIBI JICIISATCS
Ha (GUOPWUISIPHBIC IIYYKH, a OHH, B CBOK OYepEb, — HA TOJCThIC M TOHKHE (DUIAMEHTHI.
ITnazmaTtrueckast 4acTb MEHbIIE, YeM COKpaTtuMmas (puc. 4).
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Pucynok 1. KoxHo-MyCKy/nbHBII MeIIOK Hematonsl Trichostrongylus tenuis (camery).

A—C: >IeKTPOHHO-MUKpOCKOInIecKue (ororpadun yasTpaToHKHX cpe3oB (50-70 Hm),
OKpAILICHHBIX YPaHWJIALETaTOM U LIUTPATOM CBUHIA; D — dotorpadus Ha CBETOBOM MHKPOCKOIE,
MOyTOHKHH cpe3 (1 MKM), IByXcioifHOe okpammBaHue MeToqoM D’Amico; 4 — KOKHO-
MYCKYJBbHBIA MEIIOK; B — KyTuKyna; C — BBIACTUTEIbHBIN KaHa (0003HaueH OenbIMu
3BE3/10YKaMH), TIPOXOJIIIHN Yepe3 OOKOBBIE THIOJIEPMAIIbHbBIC BATUKH KOXKHO-MYCKYJIBHOTO MEIIKa,;
D — KO)KHO-MYCKYJIbHBII MELIOK M KyTHKYJIA.

VYenoBHble 0003Ha4YEHHMS: [IBYCTOPOHHSIST YepHast cTpenka (4) i napHas depHas crpesnka (D) —
KyTHKYJIa; OJHOCTOPOHHSSI Oelast CTpeNka — TUIoJepMa; ABYCTOPOHHSS Oelast cTpenka —
MBIIIEYHBINA CI0H; / — BHEIIHAA MeMOpaHa, WK SMUKYTHKYa; 2 — BHEIIHUI KOPKOBBIH CIION;

3 — BHYTPEHHUI KOPKOBBII CJIOH; 4 — TOMOTeHHBIH, WA CPEJAHUN CIIOW; 5 — BHEIIHUN BOJIOKHUCTBIN
CIIOH; 6 — CpeAHM BOJIOKHHUCTHIN CJIOH; 7 — BHYTPEHHHI BOJIOKHUCTHIN CIIOH; 8 — Oa3anbHas
memOpana; 9 — runonepma; 10 — MbILICUHBIH CJI0#, Oesbie 3Be3104uKH (D) — MBIIICYHBIN CIIOM.

Figure 1. Body wall of Trichostrongylus tenuis (male): A—C: — electron microscopic photographs
of ultra-thin sections (50—70 nm) stained by uranyl acetate and lead citrate; D — light microscopic
photograph of a semi-thin section (1 um), two-layer staining by D’ Amico method. 4 — body wall;
B — cuticle; C — excretory canal (indicated by snowflakes) passing through the lateral hypodermal
ridges of the body wall; D — body wall.

Designations: two-sided black arrow (4) or a pair of black arrows (D) — cuticle, one-sided white
arrow — hypodermis, two-sided white arrow — muscle layer, / — epicuticle, 2 — outer cortical layer,
3 — inner cortical layer, 4 — homogeneous or middle layer, 5 — outer fibrous layer, 6 — middle
fibrous layer, 7 — inner fibrous layer, 8§ — basement membrane, 9 — hypodermis, /0 — muscle layer ,
white snowflakes (D) — muscle layer.
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Pucynok 2. Jlunpka nmuauHky 4-it cranun Trichostrongylus tenuis (camen) u GpopMHpOBaHHE HOBOH
KyTHKYJIBI y TOJIOBO3PEIIOi 0COOH. DIIEKTPOHHO-MUKPOCKONHYECKkHe (oTorpaduu yabTpaTOHKHX
cpe3oB (50—70 HM), OKpaNIEeHHBIX YPAaHHUJIAIETaTOM M IIUTPATOM CBHHIA. A — cTapas KyTHKyla
(uepHas cTpesnka) U HOBas KyTukyina (6ernast ctpenka); B u C — CKOIUICHHE KUAKOCTH MEXILY
CTapbIMU ¥ HOBBIMU CIIOSIMH KYTHKYJIbl (UepHast 3Be3104Ka); D — YaCTUYHOE OTCIOCHHE CTapoii
KyTHKYJIbI; E — JIMHbKA 3aBEpIICHA, 1 HOBasl KyTHKYIA MOJHOCTBIO c()OPMUPOBAHA.

Figure 2. Molting of the 4™ stage larva (male) and formation of a new cuticle in the adult
Trichostrongylus tenuis. Electron microscopic photographs of ultra-thin sections (50-70 nm) stained
by uranyl acetate and lead citrate 4 — old cuticle (black arrow) and new cuticle (white arrow);

B, C — accumulation of fluid between the old and new layers of the cuticle (black star); D — partial
detachment of the old cuticle; £ — molt is completed, and the new cuticle is fully formed.
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Pucynok 3. ['unogepmanbusie Baquku Irichostrongylus tenuis (camen). DIeKTPOHHO-
MHKpOCKonnueckue (ororpadun yasTpatoHKHX cpe3oB (50—-70 HM), OKpaIICHHBIX YpaHWUJIALETATOM
1 IUTPATOM CBUHIA. 4 U B — NIPOJONIBHEIE CTBOJIBI HEPBHOW CUCTEMBI B CIIMHHOM U OPIOITHOM
runoAepManbHbiX Basnkax; C U D — BblICIHUTEIbHbIC KaHAIbl B OOKOBBIX TMIIOAEPMAIIbHBIX
BAJIMKAX. YCIOBHBIE 0003HAYEHHs: k — KyTHKYNa, M — MBIIICUHBIH CIOH, 3BE3M0UKH —
THIOJEPMANIbHBIC BaJIMKH.

Figure 3. Hypodermal ridges of Trichostrongylus tenuis (male). Electron microscopic photographs
of ultra-thin sections (5070 nm) stained by uranyl acetate and lead citrate. A, B —longitudinal
trunks of the nervous system in the dorsal and abdominal hypodermal ridges; C, D — excretory
canals in the lateral hypodermal ridges. Designations: k — cuticle, M — muscle layer, snowflakes —
hypodermal ridges.
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Pucynoxk 4. Mpimeunstii cnoit Trichostrongylus tenuis (camen). DIeKTPOHHO-MUKPOCKOMTHYECKAst
(dororpadus ynsrpatoHkoro cpesa (50—70 HM), OKPAIICHHOTO YPaHWIAIICTATOM H IIUTPATOM
CBHHIA. YCIIOBHbIC 0003HaYeHMs: Oenasi 3Be3/J04Ka — COKpAaTUMAasi YacTh MBIIICYHOH KIETKH,
YyepHas 3Be3/J0YKa — IJIa3MaTHYECKasl YacTh MbIIICYHON KJICTKH.

Figure 4. Muscle layer of Trichostrongylus tenuis (male). Electron microscopic photograph
of an ultra-thin section (50-70 nm) stained by uranyl acetate and lead citrate. Designations:
white asterisk — contractible part of a muscle cell, black asterisk — plasma part of a muscle cell.

CoOTHOILIEHHE OCHOBHBIX CI0€B KOKHO-MYCKYJIBHOTO Memka: 35.95 % kytukyna, 6.35 %

rurozepma u 57.7 % MBIIIEYHBII CIIOH; MOIPOOHBIC CTAaTHCTUYECKHE MapaMeTphl JaHbl
B TabOm. 1.

Tadsmua 1. HexoTtopble cTaTUCTUYECKUE PACUETHI KOXKHO-MYCKYJIBHOIO MEILKa

1 Ka)KIOTO M3 €ro CI0eB Hemartons! Trichostrongylus tenuis

Table 1. Some statistical calculations of body wall and its layers from the nematode
Trichostrongylus tenuis

Tapaverp Min Max X cpemsis S cranmapTHOE % s
(nm) (nm) (nm) OTKJIOHEHHE S,
KyTukyna 616.55 | 1112.35 874.98 122.56 874.98 £15.82
lumonepma 113.29 | 199.63 154.38 24.41 154.38 £3.15
MpImedHsli cnoi 1116.25 | 1959.03 1403.83 246.71 1403.83 +£31.85
Koxno-myckynbHbI Memiok | 2067.75 | 3099.35 2495.21 289.49 2495.21 £ 37.37
Jns kaxxnoro napametpa n = 60.
OBCYXXJEHUE

JeranbHOe M3yYeHHE YIABTPACTPYKTYPBI KYTHKYJIBI, TUIIOACPMBI ¥ MBIIICYHBIX KIETOK
TPUXOCTPOHTHIIN/I TIPOBOJIMIIOCH HEKOTOpbIMHU HccnenoBaressivu (Lee, 1965, 1970; Kenneth,
Eric, 1972; Lee, Nicholls, 1983; Martin, Lee, 1983; Wharton, 1986; Beveridge, Durette-
Desset, 1994; Neuhaus et al., 1996). Bce aBTOpBI MpHUIUTH K €AWHOMY BBIBOAY, UTO y HC-
cleoBaHHBIX HemaTos (14 BHIOB) KyTHKYIa COCTOHUT M3 TPEX OCHOBHBIX CJIOEB (KOPKOBBIH,
TOMOTeHHBIH 1 GuOpMILIApHBIA). OHH, B CBOIO O4epellb, TAKXKE ACNATCS Ha HECKOIBKO CIIOEB.
Hamm pesynsrarsl MOATBEpKAAOT 3T0 HaOmonenue. Clou KyTHKY/Ibl HeMatousl 1. tenuis
W 10 KOJMM4YecTBY (8), M 1O THUITy WACHTUYHBI ¢ TakoBBIMU Nematodirus battus (Crofton

et Thomas, 1951), T columbriformis v Haemonchus placei (Place, 1893) (Kenneth, Eric,
1972; Martin, Lee, 1983) (tabm. 2).
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IIpu 3TOM ynbTpacTpyKkTypa KyTUKYJbl 1. fenuis OTIMYAETCS OT TAaKOBOM y paHee u3y-
YEHHOW TPHUXOCTPOHTHINIHOW Hematonsl Nippostrongylus brasiliensis (Travassos, 1914)
(Lee, 1965, 1970; Lee, Nicholls, 1983) u euie 8 Buaos (Beveridge, Durette-Desset, 1994).
Y HEKOTOpBIX HEMATOJl B TOMOT€HHOM, MJIM CPEIHEM CJI0e, KOTOPBIH 00JiaiaeT 3cTepa3Hoi
aktuBHOCTBIO (Lee, 1962) u HaxomuTCst MEX1y KOPKOBBIM U (DPUOPWILISIPHBIMHU CIIOSIMH,
TIPUCYTCTBYIOT TEMHBIC KYyTHKYJSPHBIC PACIOPKHU, COACpPIKAIIUEC THPO3IUH. DTH PacCIOpPKU
pas3mmyaiorcs mo ¢opme, KommdecTBy u coctaBy (Durette-Desset, 1985). 13 n3ydeHHBIX
HEeMaToji OHU OBUIN BBIABJICHBI Ha TOMOT€HHOM ciioe y N. brasiliensis, Austrostrongy-
lus victoriensis (Cassone, 1983), Patricialina birdi (Humphery-Smith et Durette-Desset,
1981), Woolleya monodelphis (Mawson, 1973), Paraustrostrongylus ratti (Obendorf, 1979),
Nippostrongylus magnus (Mawson, 1961), Odilia bainae (Beveridge et Durette-Desset,
1992), Cooperia oncophora (Railliet, 1898) u Camelostrongylus mentulatus (Railliet
et Henry, 1909). Ho y T tenuis ux uet (puc. 14, 1B).

Ha snexrpoHorpammax BHJIHO, YTO KOPKOBBIN CIIOM KYyTHKYJbI 1. fenuis TEMHEE IPyTrux
cnoeB (puc. 1A4). IlpuuuHOii STOTO SABISETCS HAJIWYUE B JaHHOM CIIO€ KepaTHHA, KOTOPBIH
3aIHIIACT MapasuTa OT MUILEBAPUTEILHOTO 3(h(eKTa IeNCHHA U TPUIICHHA, PUCYTCTBYIOINX
B KHIICYHHKE XO3s5iMHA. B mpuHIune, y OoNbIIMHCTBA HeMatol, kpome Oesophagostomum
dentatum (Rudolphi, 1803), N. brasiliensis u C. mentulatus, mapa3uTHPYIOMNX B ITHIICBA-
purensHO# cucteme (Lee, 1965, 1970; Neuhaus et al., 1996; Beveridge, Durette-Desset,
1994), umeetcst 1Ba OTHeNa KOPKOBOTO CJIOSl — BHEITHUHM M BHYTpeHHUH (borosBieHCKU,
1973; Martin, Lee, 1983; Wright, 1987). ®uOpusuisipHbIe CIIOM KYTHKYJIbI Y UCCICIOBAHHBIX
HEMaTo[l Toxe BapbupytoT. Y N. brasiliensis (Lee, 1965) u C. mentulatus (Beveridge, Durette-
Desset, 1994) ux nBa, a 'y N. battus, T. columbriformis, H. placei, O. dentatum (Kenneth,
Eric, 1972; Martin, Lee, 1983; Neuhaus et al., 1996) u y T. tenuis ux tpu (Tadm. 2).

KyTtukynsapasie Kpbutbs (TpeOHI) HEMATOA, 1 0COOEHHO TPUXOCTPOHTHIIN/, TIOCTETICHHO
o0peTatoT Bce Oouiblliee 3HAUCHHE B TAKCOHOMHYECKOM M (DUIIOT€HETHYECKOM IOJIOKEHHN
napa3utoB. OHN OTIIMYAIOTCS IPYT OT JPYTa KOIMYECTBOM, pazmMepoM u ¢popmoii. Hanpumep,
y Hematonsl N. brasiliensis BIOJIb BCEro TeJa pacroiokeHo 14 npomonbHbIX rpedHei (Lee,
1965), y C. mentulatus — 4 (Beveridge, Durette-Desset, 1994), y N. battus n O. dentatum —
Bcero 2 (Martin, Lee, 1983; Neuhaus et al., 1996), a y T fenuis Ha TiepeHe YacTH Tena
OHH OTCYTCTBYIOT, X 4eM OIIIKe K 3a{HEH 9acTH, TeM UX 00IbIne; MOp(hOIOTHIECKH BUIOU3-
MEHSISICh, OHH 00pa3yroT pasinyHbie 3yduarsie hopmbl (Rzayev et al., 2020). Kytukymnspabie
rpeOHM Y TaHHOW HEMaTo/bl MaJIbl 110 pa3Mepy, HO MO KOJIMYecTBY ux Oosnblie (> 14), yem
y APYTMX M3YYEHHBIX BUIOB (Taldi. 2).

DJIeKTPOHHO-MUKPOCKOIIMYECKUX PA0OT 10 M3YYEHHIO JIMHBKH TPUXOCTPOHTHMIHIHBIX
HeMaronl oueHb Mano. Tak, y N. brasiliensis OBIIO TIPOBEACHO ACTANBFHOE HCCICIOBAHUC
JUHBKY JTHYUHKHA 4-1 cTagud U GOpMUpOBaHHS KyTHKYJBI TOJII0OBO3penoi Hematonas! (Lee,
1970). CpaBHuBast 5T JaHHBIC C HANIUMH, MOXKHO 3aMETUTh, YTO KyTHKYJISIpHbIE TPEOHH
y N. brasiliensis TOSBISIFOTCS YK€ HA pAaHHUX dTarax JUHBbKH, a y 1. tenuis — Ha TOCIICIHEM,
KOTJIa crapasi KyTHKYJa MOJHOCTBIO OTAEISIETCSl OT HOBOM (puc. 2F).

l'unonepma u3ydeHa Ha YIBTPACTPYKTYPHOM YPOBHE Y CIIEAYEOIIUX BUIOB: N. brasiliensis,
N. battus, T. colubriformis, H. placei, Ancylostoma duodenale (Dubini, 1843), Strongylus
edentatus (Looss, 1900), S. equinus (Muller, 1780), Oesophagostomum columbianum (Curtice,
1890), Amidostomum anseris (Zeder, 1800), Epomidiostomum orispinum (Molin, 1861),
Haemonchus contortus (Rudolphi, 1802), Mecistocirrus digitatus (Linstow, 1906), Ostertagia
ostertagi (Stiles, 1892) u Dictyocaulus viviparus (Bloch, 1782) (Lee, 1965; Kenneth, Eric,

410



1972; borosiBnenckwmid, 1973; Martin, Lee, 1983). V¥ Bcex ucCIIeJOBaHHBIX HEMATOIl, B TOM
ugncne u'y 1. tenuis, 66110 0OHAPYKEHO 4 THITOEPMATBHBIX BajvKa (2 JaTepaibHbIX, 1 g0p-
canbHBIA U 1 BeHTpanbHBIN). Ho MUTOXOHApPHH B THIONEpME y HeMaTonsl 1. fenuis Oomnee
MEJKHE M UX KPHUCTHI XyXKe Pa3IUIuMBbl, ueM y N. brasiliensis.

VYIbTpacTpyKTypa MBIIMIEYHOTO CJIOSI KOXKHO-MYCKYJIBHOTO MEIIKA TPHXOCTPOHTHIIN
mydeHa y N. brasiliensis, N. battus, T. colubriformis n H. placei (Lee, 1965; Kenneth,
Eric, 1972; Martin, Lee, 1983). CpaBHeHHe ¢ HAIIUMH JaHHBIMHU MTOKA3BIBACT, YTO ITJIa3Ma-
THUYECKast 4aCTh MBIIIEYHOTO cI0st y 7. fenuis, B OTIMYUE OT 3TOTO CJOs y APYTUX HEMATO,
3HAUUTENIFHO MEHBIIIE, YeM COKpaTHMasl.

BbIBO/1bI

Kytuxyna 7. fenuis coCTOMT U3 BOCBMH PA3IUUHBIX CI0€B. B oTiinune oT Apyrux usydeH-
HBbIX HEMATOA, B TOMOI'CHHOM CJIOC 3TOr'o BHJia HC 6])1.]'[0 BBISIBJICHO TEMHBIX KYTHUKYJIAPHBIX
pacrniopok. MiMeromue AnarHocTHYeckoe 3HaueHNe Ky THKYJSIpHbIe TPeOHU Mallbl 110 pa3Mepy,
HO MX KOJIMYECTBO OOJIbLIe, YEM Y JPYTHX BUJIOB.

3HeKTpOHHO-MI/IKpOCKOHI/I'-IGCKI/IM METOJOM OIIMCAaHO 06HOBJ16HI/IC KYTUKYJIbI JIMYUHKN
4-it craguu (camen) ¥ (OpMUPOBAHHE HOBOW KyTHKYJIBI y IOJOBO3pEJOi ocodu 7. tenuis.
[TokazaHo, 4T0 KyTUKYJISIpHBIC TpeOHU Y T. fenuis TOSABIISIOTCS HA TIOCIICAHEM 3Talle JIUHBKHY,
a HC Ha paHHUX JdTallax, KaK y ApYyrux BUIOB.
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ULTRASTRUCTURAL FEATURES OF THE BODY WALL
OF THE HELMINTH TRICHOSTRONGYLUS TENUIS (MEHLIS, 1846)
(NEMATODA: TRICHOSTRONGYLIDAE)

M. L. Seyidbeyli, F. H. Rzayev, E. K. Gasimov

Key words: nematodes, Trichostrongylus tenuis, cuticle, hypodermis, muscle layer,
ultrastructure, transmission electron microscope

SUMMARY

The structure of the body wall (cuticle, hypoderm, and muscle layer) of the Trichostrongylus
tenuis (Mehlis, 1846) (male) nematode from the Trichostrongylidae family, was studied using light
and electron microscopy methods at ultrastructural level. It was found that the adult helminth cuticle
consists of 8 layers (1 — an outer membrane layer or epicuticle, 2 — outer cortical layer, 3 — inner
cortical layer, 4 — homogeneous or middle layer, 5 — outer fibrous, 6 — middle fibrous, 7 — inner
fibrous, 8 — basement membrane). Unlike other nematodes, in the homogeneous layer of the 7. tenuis
cuticle, no dark cuticle struts were detected. The cuticular ridges, which are of diagnostic value, in
this nematode are small in size but larger in number than in comparison with other studied species.At
the ultrastructural level, the renewal of the cuticle (shedding) of the 4" larvae stage (male) helminth
is gradually traced and described. The cuticular ridges in 7. tenuis appear at the last stage of moult,
when the old cuticle is completely separated from the new, and not like other similar species, in the
early stages. In muscle cells of the 7. fenuis nematode, the plasma part is less than contractible. The
muscle layer, being larger than the other two layers, is 1.6 times thicker than the cuticle and 9.1 times
than the hypodermis.
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NEMATICIDAL ACTIVITY OF NEMATODE-SYMBIOTIC BACTERIA
XENORHABDUS BOVIENII AND X. NEMATOPHILA
AGAINST ROOT-KNOT NEMATODE MELOIDOGYNE INCOGNITA
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The lethal effects of metabolic products produced by the symbiotic bacteria Xenorhabdus bovienii
from Steinernema feltiae and X. nematophila from S. carpocapsae were tested on M. incognita infec-
tive juveniles (J2). Treatments had cell titers of 2.5 x 10, 1.25 x 10° and 0.63 x 10° per ml at 20 °C,
23 °C and 26 °C. Exposure periods were 15 hr, 41 hr, 65 hr and 90 hr immediately after autoclaving
and at 23°C, and exposure periods of 5 hr, 26 hr, 50 hr and 74 hr after storage for 21 days at 4 °C.
The effectiveness of bacterial metabolic products immediately after preparation against M. incognita
(J2) depended on the titer of bacterial cells, the temperature of the culture liquid, and the duration
of its exposure to nematodes. Nematicidal activity of X. bovienii metabolic products was higher than
that of X. nematophila. Mortality of M. incognita J2 was 92-93 % after 90-hr exposure to X. bovienii
at 20 °C and cell titers of 2.5 x 10° and 1.25 x 10°%; also after 65 hr exposure at 23 °C, titer of 2.5 x
10°and 95-99 % at 26 °C and all tested titers. The efficacy of cultural liquid of X. bovienii metabolic
products after storage at 4 °C for 21 days, after its 50 hr exposure to nematodes at 23 °C and cell
titers of 2.5 x 10° and 1.25 x 10° and 74 hr exposure at all tested titers remained high at 97-100 %.
The easiest way to control of plant pathogenic nematodes would be metabolic products of symbiotic
bacteria of Xenorhabdus. Our results suggest that the active metabolites of symbiotic bacteria need
to be identified for possible synthesis and use in the field.

Key words: entomopathogenic nematodes, symbiotic bacteria, metabolites, efficiency

DOI: 10.31857/S1234567806050041

Among plant-parasite nematodes (PPNs) developing on plant roots, the most economi-
cally important are Meloidogyne spp. (root-knot nematodes) and cyst nematodes in the fam-
ily Heteroderidae (Tylenchida). More than 100 species of root-knot nematodes have been
described, for which more than 5000 species of host plants are known (Karssen, Moens,
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2006; Uribe, 2008). Four Meloidogyne spp. (M. incognita Kofoid & White, M. javanica
(Treub), M. arenaria Chitwood and M. hapla Chitwood) are widespread. These four spe-
cies account for 95 % of infestations on cultivated land and about 5 % of global crop loss.
M. incognita accounts for 52 % of reports, M. javanica 31 %, M. arenaria 8 %, M. hapla
7 %, and other species 2 %, from agricultural land areas (Hadisoeganda, Sasser, 1982).

Five species of root-knot nematodes (Meloidogyne incognita, M. javanica, M. arenaria,
M. hapla and M. chitwoodi) are common in the Russian Federation, but M. incognita,
M. javanica and M. arenaria are found only in greenhouses. Meloidogyne hapla develops in
the open ground and in greenhouses. Columbian root-knot nematode (M. chitwoodi Golden
et al.) is the object of an external quarantine. About 60 % of greenhouses in Russia are
contaminated with root-knot nematodes. Meloidigyne incognita almost everywhere dam-
ages vegetable and ornamental crops in greenhouses and its study is undoubtedly relevant.

Meloidogyne incognita is a cosmopolitan obligate plant-parasite and possesses a wide
host range of over 230 plant genera and 3000 species including cotton, tobacco, legumes,
vegetable crops, spices, and coffee in tropical and subtropical regions, in particular in the
warmer areas (CABI Data Report, CABI, 2017). Estimates of crop losses due to Meloido-
gyne species, mainly M. incognita and M. javanica, have ranged from 18 % to 33 % for
melon and from 24 % to 38 % for tomato (Sasser, 1979), and 25 % or more for potato
(Mai et al., 1981). This species is also the main pest of vegetable and ornamental crops in
greenhouses in temperate latitudes. In previous studies the minimum temperature threshold
for development of M. incognita was found to be 10.1 °C. Infective J2 of M. incognita
become active at soil temperatures of 16-20 °C (Vrain et al., 1978).

Organizational and economic, preventive, selection and seed-growing, physical, agro-
technical, biological, chemical and integrated methods are used in greenhouse management
of root-knot nematodes. Among these approaches, the most economically justified and en-
vironmentally safe are biological methods.

Entomopathogenic nematodes (EPNs) of the genera Steinernema Travassos (Steinerne-
matidae) and Heterorhabditis Poinar (Heterorhabditidae) in the order Rhabditida include
about 70 and 20 species, respectively. They are able to infect the post-embryonic stages of
more than 1000 species of pests of agricultural and ornamental crops (Nickle, 1977). Two
genera of entomopathogenic bacteria, Xenorhabdus Thomas and Poinar and Photorhabdus
Boemare et al. (Morganellaceae, Enterobacterales), are intimately associated with EPNs.
About 20 species of symbiotic gram-negative Xenorhabdus are associated with Steinernema
spp. and 2 species of Photorhabdus are associated with Heferorhabditis spp. (Poinar, Thomas,
1967; Akhurst, Boemare, 1990; Nguyen et al., 2007). In the process of pathogenesis, bacte-
ria and EPNs secrete proteolytic enzymes that can break down proteins as well as damage
components of the host immune complex, causing host death.

In addition to insects, EPNs are also able to suppress the development of phytonema-
todes (Bird, Bird, 1986; Ishibashi et al., 1986; Lewis, Grewal, 2005; Molina et al., 2007;
Kenney, Eleftherianos, 2016). Suppressive effects of EPNs have been observed on various
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phytonematodes such as Belonolaimus longicaudatus Rau, Criconemoides spp. (Grewal et
al., 1997) and Globodera rostochiensis (Wollenweber) Behrens (Perry et al., 1998). However,
the most stable suppression was observed in species of Meloidogyne Goldi (Lewis et al.,
2005). Xenorhabdus and Photorhabdus can be successfully used to regulate the density of
root-knot nematodes. This effect was studied on culture filtrates of Xenorhabdus nematophila
(Poinar et al.) and X. bovienii Akhurst and Boemare from Steinernema carpocapsae (Weiser)
and S. feltiae Filipjev, respectively (Grewal et al., 1997). The culture fluids of these bacteria
showed nematicidal properties, causing the death of 98—100 % of M. incognita infective
juveniles (J2). The selective nematicidal ability of Xenorhabdus against root-knot nematodes
has been confirmed by many researchers (Paul et al., 1981; Burman, 1982; Richardson
et al., 1988; Pérez, Lewis, 2002). When tomato plants were immersed in culture liquid
of X. bovienii, M. incognita egg production was suppressed and plants were taller compared
to infected but untreated plants in the control (Pérez, Lewis, 2002; Kepenecki et al., 2016).
Bowen and Ensign (1998) suggested that it would be appropriate to use toxins derived from
liquid suspensions of the bacterial symbiont for plant protection. Antibiotic compounds
produced by different species and strains of Xenorhabdus can differ significantly in quality
indicators, which also depend on the nutrient medium composition, temperature and condi-
tions of their cultivation. In the process of studying the nematicidal activity of metabolites
produced by symbiotic Xenorhabdus, the prospects of work in this direction were enhanced
(Hu et al., 1999; Nour El-Din et al., 2014).

The aim of our research was to study the nematicidal activity of the symbiotic bacteria
Xenorhabdus bovienii (S. carpocapsae) and X. nematophila (S. feltiae), respectively, in
vitro at different exposure times, temperatures and densities of bacterial cells in the nutrient
medium and storage of cultural liquid, against M. incognita J2.

MATERIALS AND METHODS

The research was carried out in the Laboratory of Microbiology of the All-Russian In-
stitute of Plant Protection. Xenorhabdus nematophila and X. bovienii were obtained from
the cadavers of greater wax moth larvae (Galleria mellonella L.) infected with dauer juve-
niles of Steinernema carpocapsae strain “Agriotos” and S. feltiae strain RP18-91, respec-
tively, and stored in distilled water at 5-7 °C. Ten mature larvae were placed in a Petri dish
on two layers of filter paper, on the surface of which about 500 dauers were introduced in
1 ml of distilled water. After three days of incubation, the cadavers were superficial-
ly sterilized in 70 % ethanol for 2 min and placed for drying in a laminar air stream for
3 min. A drop of hemolymph was extracted from the larval proleg and transferred to Pe-
tri dishes on NBTA nutrient medium containing per liter: 0.5 g NH,H,PO,; 0.5 g K. HPO,; 0.2 g
MgSO, - 7 H,0; 5 g NaCl; 5 g yeast extract; 12 g agar; 25 mg bromothymol blue and 40 mg dime-
thyltetrazolium chloride. Cultures were incubated at 26 °C. After 72 hr, one pure colony of green
symbiotic bacteria was selected from colonies of the same size and morphology. The identification of
the primary forms of symbiotic bacteria was performed by the method of Akhurst (1980). Subcultiva-
tion continued until bacterial colonies of the same size and morphology were obtained. The pathoge-
nicity of isolates was confirmed by injection of bacterial cells into G. mellonella larvae and transfer
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of hemolymph of infected larvae to NBTA in Petri dishes. Clean colonies of bacteria were transferred
to tubes on slants with NBTA nutrient medium and grown for 3—4 days at 26 °C. A smear of bacteria
was taken from the slant using a bacterial loop and transferred into flasks with 100 ml of nutrient broth
and grown on a shaker at 150 revolutions per minute for 2 days at 26 °C before a titer of ~ 2.5 x 10°
bacterial cells per ml. Beginning with the initial titer of 2.5 x 10° cells, lower concentrations of cells
were obtained by doubling the culture liquid with sterile water to obtain titers of 1.25 x 10° and 0.63
x 10° cells per ml. The resulting culture liquids with titers of ~ 2.5 x 10° 1.25 x 10° and 0.63 x 10°
cells per ml were autoclaved at a temperature of 121 °C, pressure of 1 atmosphere for 30 min and
used to study the pathogenicity of the metabolic products of symbiotic bacteria against M. incognita
J2. As known, Xenorhabdus nematophila and other symbiotic bacteria produce both heat-labile and
heat-stabile toxins, enzymes and antimicrobials. Their heat-stabile components are active after heart
sterilization and can be used against different species of bacteria and pests (Inman, Holmes, 2012).

Evaluation of the effectiveness of these inocula against J2 was tested immediately after preparation
at temperatures of 20 °C, 23 °C and 26 °C and at 23 °C following their storage at 4 °C for 21 days
(tables 1-3). Evaluation of the effectiveness of freshly obtained inocula was determined after 15, 41,
65 and 90 hr, and of stored inocula after 5, 26, 50 and 74 hr.

Table 1. Effect of metabolic products of Xenorhabdus bovienii on mortality
of Meloidogyne incognita J2, in vitro

The titer of bacterial cells The death of larvae at the exposure, hours (%)
(n x ml") 15 41 65 90
20°C
2.5%x10° 15.0+0.7 283+14 62.0+1.2 92.3+1.1
1.25 x 10° 85+0.6 19.8£3.1 46.8+£2.5 93.0 +2.5
0.63 x 10° 1.8+0.6 5.0+0.7 21.0+3.1 65.0+£3.7
LSD, , (titer) 2.6 7.8 9.3 10.4
LSD , , (titer + control) 1.1 34 4.1 4.6
Control (water) 0+0 0.75+0.25 1.75+1.25 3.00+0.41
23°C
2.5 % 10° 222+1.2 63.5+1.7 91.8+2.8
1.25 x 10° 18.2+0.6 470+ 1.4 82.0+1.5
0.63 x 10° 62+09 245+24 56.5+1.3
s No data
LSD, , (titer) 3.7 7.3 7.7
LSD . (titer + control) 1.7 33 34
Control (water) 1.25+0.25 2.00+0.41 2.25+0.48
26°C
2.5x10° 25+1.0 47.0+1.5 99.5+0.5
1.25 x 10° 0.8+0.5 37.0+1.1 98.8+1.3
0.63 x 10° 1.0+0.6 15.0+0.8 97.5+2.5
. No data
LSD, , (titer) 2.9 4.5 6.4
LSD . (titer + control) 2.8 43 2.9
Control (water) 0.80 = 0.25 1.25+0.25 2.25+0.25
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Table 2. Effect of metabolic products of Xenorhabdus nematophila on the mortality
of Meloidogyne incognita J2, in vitro

The death of larvae at the exposure, hours (%)

Bacterial cell titer per ml 15 41 65 90

20°C

2.5x10° 11.8+0.6 223+ 1.7 478+ 1.2 88.0+2.8

1.25 x 10° 113+14 20.5+0.9 24.8+0.6 94.0 +1.5

0.63 x 10° 1.3+0.5 4.0+04 83+ 1.1 49.8+3.8

LSD, . (titer) 3.7 43 3.9 11.2

LSD . (titer + control) 1.6 1.9 1.8 4.6

Control (water) 0+0 0.75+0.25 1.75+1.25 3.00+0.41
23°C

2.5%x10° 202+ 1.1 57.8+ 1.7 81.5+1.3

1.25 x 10° 22.2+0.6 28.8+0.9 383+1.3

0.63 x 10° 4.0+0.7 11.8+1.3 245+2.5

) No data

LSD, , (titer) 33 5.1 7.0

LSD . (titer + control) 1.5 23 3.1

Control (water) 1.25+0.25 2.00+0.41 2.25+0.48
26°C

2.5%x10° 1.5+£0.6 355+1.6 99.0 = 0.6

1.25 x 10° 1.8+0.6 20.5+1.0 95.3+2.8

0.63 x 10° 0.8+0.5 120+1.3 82.0+1.5 No data

LSD, , (titer) 2.3 5.1 7.2

LSD | (titer + control) 2.3 5.0 32

Control (water) 0.80+0.25 1.25 +£0.25 2.25+0.25

Table 3. Effect of temperature and storage duration (21 days at 4 °C) of metabolic products
of symbiotic bacteria Xenorhabdus bovienii of entomopathogenic nematodes Steinernema feltiae
SRP18-91 on death of invasive larvae of root-knot nematode Meloidogyne incognita at 23 °C,

in vitro

The titer of bacterial cells

The death of larvae at the exposure, hours (%)

(n x ml") 5 26 50 | 74
No storage
2.5x10° 1.2+0.6 55.0+5.9 100.0 £ 0.0 100.0 £ 0.0
1.25 x 10° 42+13 548 £2.7 97.0+2.7 100.0 £ 0.0
0.63 x 10° 0 16.8+1.7 763+ 1.7 99.8+0.3
LSD, , (titer) 32 16.7 7.2 0.6
LSD , (titer + control) 1.4 7.4 32 1.2
With storage (21 days at 4 °C)

2.5x10° 0.7+0.8 36.0+2.5 94.5+2.4 99.0 + 0.6
1.25 x 10° 0 16.5+2.1 82.5+1.8 97.3+2.8
0.63 x 10° 0 13.3+2.0 70.0 £3.9 99.8 +0.3
LSD,, (titer) 1.7 8.7 11.1 6.4
LSD ,, (titer + control) 0.8 39 4.9 3.1
Control (water) 0 0.75 £ 0.25 2.75+0.25 75+1.2
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Root-knot J2 were obtained from a pure culture of M. incognita propagated on tomato plants.
Eggs were obtained by collecting galls from the affected tomato plants, washing them in water and
grinding them in 0.5 % sodium hypochlorite solution. Eggs were placed in Baermann funnels for
hatching and collection of J2 (Baermann, 1917).

Effects of bacterial metabolic products (three titers) on J2 were studied in Petri dish-
es. In the experiments, 2 ml of culture liquid was introduced into each Petri dish, while con-
trol dishes received 2 ml of tap water. Each dish received J2. All experiments were rep-
licated four times. Density of live and dead J2 were determined. Alive larvae actively move in
a liquid environment, the dead lie in the form of sticks and when they are touched with the tip of a
preparaval needle, they remain lying without signs of activity, while live larvae always respond with
activity when tactile action is applied to their body. Statistical treatment of the obtained data was
carried out with Microsoft Excel and Sigma Plot 12.0 programs. Biological efficiency was calculated
by Abbott’s formula: C = (A-B)*A™'*100 %, where A = J2 density before exposure, B = density of
still alive larvae after exposure, and C = biological efficiency, if their natural mortality in the control
did not exceed 5 %.

RESULTS

The metabolic products of symbiotic bacteria of the genus Xenorhabdus were obtained
by culturing them using nutrient broth with NBTA for 2 days at 26 °C before a titer of ~
2.5 x 10° bacterial cells per ml, followed by doubling the part of culture liquid with sterile
water to titers of 1.25 x 10% and 0.63 x 10° cells per ml and autoclaving all received liquids.

Regression analysis of the efficiency of the metabolic products of X. bovienii and X.
nematophila on the density of bacterial cells showed a linear or binomial dependence between
them, with an R? of 0.48-0.97 and a correlation coefficient (r) of 0.70-0.98.

In laboratory conditions, the effectiveness of the bacterial metabolic products immedi-
ately after preparation against infective juveniles (J2) of root-knot nematode Meloidogyne
incognita depended on the titer of bacterial cells, the temperature of the culture liquid, and
the duration of its exposure to nematodes. In experiments with X. bovienii at titers of 0.63
x 10% 1.25 x 10°, 2.5 x 10° bacterial cells per ml and on average, it was higher 1.4, 1.2,
1.05, and 1.2 times as in experiments with X. nematophila, respectively (tables 1-3).

Increasing the temperature and titer of the tested culture liquid contributed to faster growth
of the efficacy of bacterial metabolic products against J2 of root-knot nematode, especially
in experiments with X. bovienii. At 20 °C, the maximum increase of efficiency of metabolic
products was observed in X. bovienii at all tested titers after 65 hr, in X. nematophila with
titers of 0.63 x 10? and 1.25 x 10° cells per ml after 90 hr, and 2.5 x 10? after 65 hr. At 23
°C for all titers X. bovienii and X. nematophila showed the greatest increase of efficiency
after 41 hr, and at 26 °C after less than 40 hr.

Comparison of efficiency of products of metabolism of bacteria at 23 °C, used against
larvae of root-knot nematode directly after their production and after storage at 4 °C for 21
days showed that they differed slightly. At an exposure of 26 hr, the efficiency of the metabolic
products of bacteria stored for 21 days was of 1.5-3.3 times, 50 hr was of 1.1-1.2 times
lower, compared with the efficiency of their use immediately after production. However, at
the exposure of 74 hr, they did not differ and amounted to 97-100 % regardless of the titer.
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The results of the research indicate the possibility of using symbiotic bacteria of EPNs in
the protection of vegetable crops in greenhouses against root-knot nematodes. Xenorhabdus
bovienii appears to be especially promising. At a temperature of 20 °C and an exposure of
90 hr, J2 mortality was more than 90 %. Increasing temperatures above 20 °C may result
in 99 % mortality after an exposure of 65 hr. Mortality of J2 was significantly increased
by metabolites of two tested species of symbiotic bacteria at temperatures of 23 °C and
26 °C. The highest efficacy was observed with X. bovienii metabolites at 26 °C for all tested
titers fluid (97.5-99.5 %).

DISCUSSION AND CONCLUSIONS

The entomopathogenic nematodes (EPN), Steinernema carpocapsae and S. feltiae
are found on all continents of the Earth, except Antarctica (CABI Data Report. CABI,
2020). They are symbiotically associated with the bacteria Xenorhabdus nematophila and
X. bovienii. These symbiotic bacterial-parasitic complexes are used as biological control
agents against a wide variety of insect pests in agriculture and horticulture. Temperature is
an important factor affecting both EPNs and their symbiotic bacteria. Optimum temperatures
for infection and reproduction of Steinernema carpocapsae and S. feltiae is ranging from
22 °C to 28 °C and from 20 °C to 25 °C, respectively. Optimal culture temperature for
both nematode species is 25 °C (Hirao, Ehlers, 2009). Steinernema carpocapsae is more
sensitive to suboptimal temperature than S. feltiae. Development of S. carpocapsae does
not occur at temperatures lower than 10 °C. Hazir et al. (2001) determined that the lowest
temperature for S. feltiae infection and reproduction was 8 °C while the highest was 25 °C.
Steinernema feltiae seems to be a better fit for temperatures expected in northern climates
(Sharmila et al., 2018). In the northern part of Russia (Yakutia) S. feltiae protense is able
to infect the insect host at a temperature of 6 °C, while the most optimal development of
this nematode in the insect host occurs at 18 °C to 23 °C (Ivanova et al., 2001).

Suppressive effects of Steinernema feltiae (strain SN) and S. riobrave (Cabanillas et al.)
(strain 7-12) applied as infective juveniles against Meloidogyne partityla Kleynhans, as well
as application of the S. feltiae bacterial symbiont Xenorhabdus bovienii, were investigated in
greenhouse trials (Shapiro-Ilan et al., 2006). Treatments were applied to pecan nut seedlings
(Carya illinoensis) that were simultaneously infested with M. partityla eggs. Four months
after initial treatment dry root weight was higher in the S. feltiae-infested host treatment
than in the control (approximately 80 % increase).

Application of Sterneinema pakistanese Shahina et al. for suppression of M. incognita
on tomato was investigated in Pakistan in a greenhouse at 27-35 °C. One-month-old tomato
plants were transplanted into soil in 200-ml plastic pots. Steinernema pakistanese was applied
at rates of 1250, 2500 or 5000 invasive juveniles per pot at the same time as M. incognita,
at a rate of 1500 J2 per pot. Root systems were harvested 35 days after infestation. Egg
mass densities per root system were decreased 29 %, 34 % and 59 % at the 1250, 2500 and
5000 S. pakistanense treatments, respectively. At the 2500 rate, of S. pakistanese root and
shoot weight increased 12.5 % and 8.5 %, respectively (Khan, Javed, 2018).
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The first report of the possible antagonistic relationship between plant-parasite nema-
todes (PPNs) and entomopathogenic nematodes (EPNs), resulting in reduced population
densities of PPNs, was published by Ishibashi, Kondo (1986). One possible explanation
was that both EPNs and PPNs were attracted to root tips, but as EPNs are larger and more
active they could colonize them faster, preventing PPNs invasion and reproduction (Bird,
Bird, 1986). A later hypothesis was that a compound produced by symbiotic bacteria living
inside EPNs was toxic to PPNs (Lewis et al., 2001). Neither of these ideas (root surface
competition, bacterial products) proved to be correct. Application of dead EPNs along with
dead bacteria still reduced PPNs population density (Jagdale et al., 2002). The easiest way
to control PPNs would be metabolic products of symbiotic bacteria of EPNs. Our results
suggest that the active metabolites of symbiotic bacteria need to be identified for possible
synthesis and use in the field.
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HEMATHUILMIHAS AKTUBHOCTh CUMBUOTUYECKUX BAKTEPUI
XENORHABDUS BOVIENII N X. NEMATOPHILA
[IPOTUB KOPHEBOM TAJJIOBOM HEMATO/JIbI MELOIDOGYNE INCOGNITA

JI. T. lanunos, B. I'. Kammua*
KiroueBble cjioBa: HTOMOIATOTCHHBIE HEMATO/IbI, CAMOMOTHYECKHE OaKTephH, MeTa-
60muTHI, 3(h(HEeKTHBHOCTH

PE3IOME

D¢ PeKTHBHOCTH NMPOAYKTOB META00NIN3Ma, MPOAYIHPYEMBIX CHMOMOTHUSCKUMH OaKTepUsIMH
Xenorhabdus bovienii (Steinernema feltiae) u X. nematophila (S. carpocapsae), npOTUB HHBa3HOHHBIX
JMYMHOK 2-T0 Bo3pacta M. incognita (J2) ObU1a UCTIBITaHA B JTaOOPATOPHBIX YCIOBUSX MPU TEMIIEPAType
20 °C, 23 °C u 26 °C cpazy nociie moiy4yeHHs ¥ aBTOKIaBUPOBaHUs ¢ dKkcrosunueit 41, 65 u 90 4,
a Taroke 1pu Temneparype 23 °C nocne xpaHeHus B TedeHue 21 qusa npu 4 °C ¢ sxcnosuuueit 26, 50
u 74 4 ¢ TuTpamu GakTepHaibHBIX KiIeTok 2.5 x 10%, 1.25 x 10° u 0.63 x 10%/mu. DddekruBHOCTD
MIPOAYKTOB MeTabonm3ma OakTepuii cpasy mocie UX MOoIydeHust npotus M. incognita (J2) 3aBucena
OT TUTpa OaKTEePUATBHBIX KIETOK, TEMIIEPATyPhI KyIbTyPaTbHON XKHUAKOCTH U MPOTODKUTEILHOCTH €€
BO3JeHCTBUS HAa HeMaTol. HemaTuimaHas akTHBHOCTh IPOAYKTOB 0OMeHa BemlecTs X. bovienii Obina
BbILIe, 4eM X. nematophila. B onbitax ¢ X. bovienii tubens M. incognita (J2) cocrasmsuia 92-93 %
nociie ux 90-gacosoro BosueiicTBust Ha Hemarox npu 20 °C u turpax 2.5 x 10° u 1.25 x 10%; 65-ua-
cosoro BozaeictBust ipu 23 °C u turpe 2.5 x 10% 98-99 %, npu 26 °C u BCEX UCHBITAHHBIX TH-
Tpax. DPHeKTUBHOCT KyIbTypalbHOU JKUIKOCTH X. bovienii mocne xpanenus npu 4 °C B TeueHHe
21 pust ipu 23 °C mocie ee 50-yacoBoro Bo3AeicTBHS Ha Hemarod u turpax 2.5 x 10° u 1.25 x 10°
1 mocine 74-4acoBOTO BO3JEHCTBUS MPH BCEX UCTIBITAHHBIX TUTpax cocTasisia 97—-100 %. ITpomykTsr
MeTabonn3Ma CUMOMOTHYECKHX OakTepuid popa Xenorhabdus NpOTHB KOPHEBBIX TaJJIOBBIX HEMATO[
MOKa3aJH BBICOKYIO 3((EKTHBHOCTb, OHM HY)XIAIOTCS B MIACHTU(HKALMU JUIsT BO3ZMOXKHOTO CHHTE3a
1 HCIIONB30BAaHMS B TTOJIEBEIX YCJIOBUSIX.

422



HTAPA3UTOJIOTUA, 2020, mom 54, Ne 5, c. 423—429.

VK 591.69:597.551.2

MAPA3UTBI AJITAUCKOI'O OCMAHA
OREOLEUCISCUS SP. (CYPRINIFORMES, CYPRINIDAE)
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IIpoBeneno nccienoBanue QayHbl mapa3uToB anraiickoro ocmana Oreoleuciscus sp. B 03. Tope-
Xomb (YocyHypckast KOTIIOBHHA, ThiBa). BrisiBieHo 16 BuoB mapa3suToB U3 § TAKCOHOMHYIECKHUX IPYIII:
Kinetoplastea — Trypanosoma sp., Cryptobia sp.; Peritrichia — Trichodina intermedia, Trichodinella
epizootica; Monogenea — Dactylogyrus phoxini, Gyrodactylus nordmanni; Cestoda — Paradilepis
scolecina; Trematoda — Allocreadium transversale, Diplostomum gasterostei, Tylodelphys clavata,
T. craniaria; Nematoda — Contracaecum osculatum, Rhabdochona denudata, Pseudocapillaria
tomentosa; Acanthocephala — Neoechinorhynchus rutili; Hydrachnidia — Porohalacarus hydrachnoides.

KuroueBbie ciioBa: antaiickue ocMansbl, pox Oreoleuciscus, napa3utsl, 03. Tope-Xonb, YOcyHyp-
CKasi KOTJIOBMHA, ThiBa

DOI: 10.31857/S1234567806050053

Apean anraiickux ocmanoB poja Oreoleuciscus Warpachowski, 1889, suneMudHBIX ppIO
LenTpanbHOi A3uH, BKIIIOYAaeT BOZOEMBI, HAXOJSIIMECs] HA TEPPUTOPHH MOHTOINH, a TaKKe
Ha conpenenbHol ¢ MoHronuel teppuropun Poccun — B ToiBe 1 Ha Antae. AnTtaiickue
OCMaHBI OCTAIOTCSI TIOCTOSHHBIM OOBEKTOM MHTCHCHBHBIX M PAa3HOCTOPOHHHUX HCCIIEIOBa-
Huit (Arebyanze, 2001; [drebyamze u ap., 2008; Casiapko, Arebyanze, 2009; barumena
u ap., 2011; Muponosckwuii u np., 2014; Arebyanze u ap., 2017; MuponoBckuii u ap., 2018;
MupoHoBckuii 1 ap., 2019). Bricokast mracTHIHOCTH MOP(OIOTHUECKUX PHU3HAKOB, CIIOCO0-
HOCTb K CHMIIaTPUYECKON BHYTPUBHIOBOW TUBEPCUBHUKALMH M 3BOJIIOIMOHHAS MOJIOAOCTD
IPYINIIBI KpaifHe 3aTPYJHSIOT CUTYalUIO C TAKCOHOMUUECKOU CTPYKTYpoii pona Oreoleuciscus
¥ OCTAaBJISIOT HA TAaHHOM 3TaIle OTKPBITHIM BOTIPOC O BHJIOBOM CTaTyCe alTalCKOro ocMaHa
3 03. Tope-Xomb, KOTOpOro MBI Ha3siBaeM Oreoleuciscus sp.
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[lepBrIe narHBIC IO Tapa3uTaM anrtaiickoro ocMana O. humilis momydens! 306-it Coro3HOIt
TeTBbMUHTONOTHYeCKOH FKenenummeit Akagemun Hayk CCCP (19561957 1) Ha Tepputopun
torgamHe TyBuHCKOHM aBToHOMHOM obmactu (Cmacckuit u nip., 1958; Cnacckwii, Pofitman,
1960a). ITo3xe W3ydanuch MapasuThl AITalCKUX OCMAaHOB B BojoeMaxX YOCYHYpCKOW KOT-
JIOBHHEI M B 03€pHO-pedHOil cucteme pex XoBxa (Kobmo) u 3asxan (/[3abxan, J[3amxsix)
¢ baccetinom 03. Ypar-Hyp (Poccust n 3anmagaas Monronus) (I'yanpusep, 1967, 1976, 1980),
a Takke B o3epax LleHTpanmbHO-A3HMaTCKOTO BHYTpEHHETO OeccTounoro bacceitna (MoHro-
must) (Tpodumenxo, Iapramibkamm, 1978; Arnkuesa u np., 1987; [Ipsmmibkami, 1993,
[Tyrages, 1999). B 2000-x romax mpoBeAEHO HCCIIEIOBAaHHE BUAOBOTO COCTaBa IApa3sUTOB
anratickoro ocmana O. humilis B TByX BOIHBIX 00BbekTax Monrommu: 03. Yet-Hyp (6acceitn
p. Cenenru B ee cpenneM tedeHun) u p. Tyun-Ton (Jommra O3zep) (baryesa, 2011).

Henp manHON pabOTHI — YCTaHOBIEHUE BHIOBOTO COCTaBa mapasutoB Oreoleuciscus sp.
B 03. Tope-Xoib.

MATEPUAJI U METOAUKA

O3epo Tope-Xoib — MPEeCHOBOJHOE, HE MMEIOIee Ha3eMHOTO CTOKa, 03epo Ha tore TyBbl, Ha
rpaHuie ¢ MoHToNHel, pacnonokeHHoe B YOCyHypCKoil KoTiaoBuHe. [lnomanp 3epkana poccuiickoi
YacTH 03epa — OKoJIo 35 km?, MoHrombekoi — 7 kMm% O3epo Tope-Xoib ABISETCSA YaCThIO TOCYAAp-
CTBEHHOTO IIPHPOJHOTO OMOC(hEpHOro 3armoBeHNKa «YOCYHypCKasi KOTJIOBHHA», HMEIOIIEr0 CTaTyc
o0bekTa BcemupHOro npupoaHoro Hacnenus FOHECKO.

Caenenust o uxruodayse o3. Tope-Xoib kpaifHe CKyAHbI U pa3pO3HEHHBI. B Hammx ymosax
B 03. Tope-Xonp (uronb 2016 1.) oTMevanuch antaiickuii ocMaH, myka Esox [ucius L., 1758 u nensiib
Coregonus peled (Gmelin, 1789). B 1960-x rogax coo0manoch 0 HaJHYUU TOJBKO OJHOTO BHIIA,
anraiickoro ocMmana, B 3toM o3epe (I'yanpusep, 1967). [lozauee, B 1972 1, B 03. Tope-Xonp O6butn
YCIIEIITHO MHTPOAYIMPOBaHEI Iyka u nemsius (Kanpnas u ap., 2018). B 2011 . B 03epo Obumn 3amy-
meHsl Manbku (openu (M3maitnosa, 2020).

Adraiickuii ocMaH (15 3k3.) BeutoBiieH B utonie 2016 . B ceBepo-BocTOUHON yacTh 03. Tope-Xoib,
HEJIaleKo OT OJJHOMMEHHOI 6a3bl orabixa (puc. 1). Coop, pukcanus u kamepaiabHas 0o0paboTka mapa-
3UTOB MMPOBOAWINCH 10 00menprHATHIM MeTonaM (beixoBckas-IlaBmoBekas, 1985). BunoBast nuneHTH-
(uKalys Mapa3uToB OCYLIECTBISIIACH C UCIIOIb30BAHUEM OIIpeeIUTeNeil, KaTaJoroB 1 OpUIHHAIBHBIX
onucanuii (Cokonos, 1952; llyneman, 1984; I'yces, 1985; bayep, 1987; [Iyraues, 2001, 2002, 2003,
2004; Williams, 1966; Niewiadomska, 2010).

PE3VYJIBTATBI 1 ObCYXAEHUE

B ¢ayne napasuros anraiickoro ocmana Oreoleuciscus sp. u3 03. Tope-Xoiab HaMu OTMe-
4yeHo 16 BunoB u3 8 takconomuyeckux rpymnm: Kinetoplastea — Trypanosoma sp., Cryptobia
sp.; Peritrichia — Trichodina intermedia Lom, 1960, Trichodinella epizootica (Raabe, 1950);
Monogenea — Dactylogyrus phoxini Malewitzkaja, 1949, Gyrodactylus nordmanni Ergens
et Dulmaa, 1970; Cestoda — Paradilepis scolecina (Rudolphi, 1819); Trematoda — Allo-
creadium transversale (Rudolphi, 1802), Diplostomum gasterostei Williams, 1966, Tylodel-
phys clavata (Nordmann, 1832), T. craniaria Diesing, 1850; Nematoda — Contracaecum
osculatum (Rudolphi, 1802), Rhabdochona denudata (Dujardin, 1845), Pseudocapillaria
tomentosa (Dujardin, 1845); Acanthocephala — Neoechinorhynchus rutili (Miiller, 1780);
Hydrachnidia — Porohalacarus hydrachnoides (Lohmann, 1893) (ta0m. 1).

Merauepkapuu 1. craniaria 10KaIU3yKTCS B YEPEIHOM IOJIOCTU alITalICKOr0 OCMAaHa.
DTOT BUJI BIEPBBIC PETHCTPUPYETCS HE TONBKO B 03. Tope-Xomb, Ho 1 B CeBepHOI A3um; pa-
Hee MeTatepkapuu 1. craniaria 0OHAPY)KUBAJIM B YSPEITHOM MOJIOCTH U LIEPeOPOCTTHHATIBHOM
KuaKocTu BeioHa Misgurnus fossilis (L., 1758) B Epome (Hughes, 1929; Niewiadomska,
2010).
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Pucynoxk 1. Pacnonoxenue 03. Tope-Xomb. LLITpuxmyHKTHPHOH AMHUEH 0003HAYEHA TOCYIApCTBEHHAS
rpanuna mexxay Poccueil (BBepxy) u MoHronueit (BHU3Y). YepHBIM TPEyroJIbHUKOM II0KAa3aHO MECTO
BEIJTOBA aJITaiCKOr0 OCMaHa B BOJIOEME.

Figure 1. The location of the Tore-Khol lake. The dash-dotted line indicates the state border between
Russia (above) and Mongolia (below). The black triangle shows the place where the Altai Osman
was caught in the lake.

B mepBoM mapa3uTOJOrHYECKOM HMCCIIEOBaHUM y anTtaiickoro ocmana O. humilis
(82 ocobwu), BeIIOBIEHHOTO B Oacceitne p. Tec-Xewm, 3apeructpupoBaHo 4 Buja napasu-
toB: Dactylogyrus ersinensis Spassky et Roytman, 1960 (Cnacckuii, Poiitman, 19600),
Capillaria sp. (brevispicula?), Contracaecum sp. (larvae) u Rhabdochona humili Roytman
et Trofimenko, 1964 (Cnacckuii u ap., 1965). B nanpueiimem, 81960—1970-x ronax, y anrai-
CKHX OCMaHOB B BOIoeMax YOCYHYPCKOM KOTJIOBHHBI M 03€pHO-PEYHON CHCTEME peK XOBJ
(Kobmo) u 3aBxan (/[3abxaH, J[3anxeiH) ¢ Gacceitnom 03. Ypar-Hyp (Poccus m 3anangnas
Mownronusi) otMedeHo 14 BUJ0B mapa3uToB, ¢ yueTtoM 4 u3 padotsl Criacckoro u ap. (1965):
Myxobolus circulus Achmerov, 1960 (syn. Myxosoma circulus (Achmerov, 1960)), Myxobolus
mongolicus Pronin, 1973 (syn. M. oreoleucisci Gundrizer, 1976), Dactylogyrus ersinensis,
Gyrodactylus oreoleucisci Ergens et Dulmaa, 1970, Caryophyllaeides fennica (Schneider,
1902), Proteocephalus torulosus (Batsch, 1786), Allocreadium elongatum (Achmerov, 1960),
Contracaecum sp. (larvae), Rhabdochona humili, Capillaria sp. (brevispicula?), Philometra
oreoleucisci Moravec et Ergens, 1970, Neoechinorhynchus sp., Acanthocephalus lucii
(Miiller, 1776) u Piscicola geometra (L., 1761) (I'yuapusep, 1976, 1980).

Ha ocHoBe cOOCTBEHHBIX TaHHBIX, CBeAeHHUH U3 cTatelt Cracckoro u np. (1965) u I'yaapu-
3epa (1976, 1980) dayna mapa3utoB aaTaiiCKUX OCMAHOB B BOIHBIX 00BEKTaX YOCYHYPCKOH
KOTJIOBUHBI mpeacTtaBieHa 29 Bumamu u3 10 takcoHomuueckux rpymm: Kinetoplastea —
Trypanosoma sp., Cryptobia sp.; Myxozoa — Myxobolus circulus, M. mongolicus; Peritrichia —
Trichodina intermedia, Trichodinella epizootica; Monogenea — Dactylogyrus ersinensis,
D. phoxini, Gyrodactylus oreoleucisci, G. nordmanni; Cestoda — Caryophyllaeides fennica,
Paradilepis scolecina; Trematoda — Allocreadium elongatum, A. transversale, Diplosto-
mum gasterostei, Tylodelphys clavata, T. craniaria; Nematoda — Capillaria sp. (brevispic-
ula?), Pseudocapillaria tomentosa, Contracaecum osculatum, C. sp., Philometra oreo-
leucisci, Rhabdochona denudata, R. humili; Acanthocephala — Neoechinorhynchus rutili,
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Tadmuua 1. @ayna mapasutos anraiickoro ocmana Oreoleuciscus sp. B 03. Tope-Xoinb
Table 1. Parasite fauna of the Altai Osman Oreoleuciscus sp. in the Tore-Hol lake

DKCTEHCUBHOCTD | MHaekc oOmust,
Ne HasBanue Buga psasi, % oK,
Kunerommactuner (Kinetoplastea)
1 Trypanosoma sp.! 60.0 -
2 Cryptobia sp.! 533 -
Kpyropecununsie ungysopuu (Peritrichia)

3 Trichodina intermedia Lom, 1960! 60.0 -

Trichodinella epizootica (Raabe, 1950)! 46.7 -

Momnorenen (Monogenea)
6 Dactylogyrus phoxini Malewitzkaja, 1949! 46.7 1.27
5 Gyrodactylus nordmanni Ergens et Dulmaa, 1970! 40.0 1.27
Hectomsr (Cestoda)
7 Paradilepis scolecina (Rudolphi, 1819)! | 533 5.27
Tpemaronst (Trematoda)
8 Allocreadium transversale (Rudolphi, 1802)! 93.3 12.13
9 Diplostomum gasterostei Williams, 1966! 66.7 1.73
10 | ylodelphys clavata (Nordmann, 1832)! 6.7 0.07
11 | Tylodelphys craniaria Diesing, 1850! 100.0 61.80
Hemaroast (Nematoda)
12 | Contracaecum osculatum (Rudolphi, 1802)! 86.7 12.00
13 | Rhabdochona denudata (Dujardin, 1845)! 73.3 2.20
14 | Pseudocapillaria tomentosa (Dujardin, 1845)! 20.0 1.40
Ckpebnu (Acanthocephala)
15 | Neoechinorhynchus rutili (Miiller, 1780)’ | 20.0 | 0.20
Bonsubie knenu (Hydrachnidia)
16 | Porohalacarus hydrachnoides (Lohmann, 1893)! | 60.0 | 1.87
Ilpumeuyanue. ' — BUbI, BiepBbie BhIsBICHHBIC Y airaiickoro Oreoleuciscus sp. B 03. Tope-Xoib.

HpoqepK — UHACKC oounus He TIOACYHUTAaH.

N. sp., Acanthocephalus lucii; Hirudinea — Piscicola geometra; Hydrachnidia — Porohal-
acarus hydrachnoides.

Heobxonumo ormetuts, uto Tpemarona Allocreadium elongatum snsercs cnenudud-
HOW TSI MOHTOJIBCKOTO KpacHonepa Chanodichthys mongolicus (Basilewsky, 1855). Apean
9TOTO BH/Ia OTpaHUYEH OacceHOM AMypa U, BEpOsSTHO, pekamu ceBepHoro Kuras (ITyraues,
2003). HeoOxomuMb! nambHEHIINE UCCICIOBAHNS ISl YTOYHEHHSI TAKCOHOMUYECKOTO CTaTyca
Tpemaroz 3toro pona (Allocreadium) y anraiickoro ocmaHa.

B 1ieniom y anraiickux ocMaHoB u3 03ep LleHTpanbHO-A3HaTCKOrO BHYTPEHHETO 6eCCTOU-
HOTOo 6acceifHa, 4aCThIO KOTOPOTO SIBISETCs YOCYHYpCKast KOTIIOBHHA, C YYETOM COOCTBEHHBIX
U JIUTEPATYPHBIX JaHHBIX, 3aPETUCTPUPOBAHO 82 Buaa U3 14 TAKCOHOMHUYECKUX TPYIIIL:
Kinetoplastea — Trypanosoma carassii (Mitrophanov, 1883), Trypanosoma sp., Cryptobia
sp.; Coccidia — Goussia minuta (Thelohan, 1892) (syn. Eimeria minuta sensu Doflein, 1909),
Eimeria sp.; Myxozoa — Chloromyxum cristatum Leger, 1906, Myxidium pfeifferi Auerbach,
1908, Myxobolus circulus, M. pseudodispar Gorbunova, 1936, M. mongolicus, M. ellipsoides
Thelohan, 1892, M. sp.; Litostomatea — Hemiophrys disciformis Chen, 1956; Phyllopharyngea —
Chilodonella hexasticha (Kiernik, 1909), Chilodonella piscicola (Zacharias,1894); Hymenos-
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tomatia — Ichthyophthirius multifiliis Fouquet, 1876; Peritrichia — Apiosoma piscicolum
Blanchard, 1885, A. amoebae (Grenfell, 1887), A. amurense Banina et Yuchimenko, 1975,
A. conicum (Timofeev, 1962), A. minutum (Chen, 1961), A. phoxini Lom, 1966, Heteropolaria
Iwoffi (Fauré-Fremiet, 1943) (syn. Epistylis Iwoffi Fauré-Fremiet, 1943), Trichodina acuta
Lom, 1961, T intermedia, T. nigra Lom, 1960, Paratrichodina corlissi Lom et Haldar, 1977,
P. incisa (Lom, 1959), Trichodinella epizootica, Scyphidia sp.; Monogenea — Dactylogyrus
ersinensis, D. mrazeki Ergens et Dulmaa, 1968, D. oreoleucisci Ergens et Dulmaa, 1970,
D. phoxini, Gyrodactylus llewellyni Ergens et Dulmaa, 1967, G. magnificus Malmberg,
1957, G. mongolicus Ergens et Dulmaa, 1970, G. minimus Malmberg, 1956, G. nordmanni,
G. oreoleucisci, G. pewzowi Ergens, 1980; Cestoda — Caryophyllaeides fennica, Diphyllo-
bothrium dendriticum (Nitzcsh, 1824), Proteocephalus torulosus (Batsch, 1786), Paradilepis
scolecina; Trematoda — Allocreadium elongatum, A. isoporum (Looss, 1894), A. papilligerum
(Rees, 1968), A. transversale, Ornithodiplostomum scardinii (Schulman, 1952), Postho-
diplostomum brevicaudatum (Nordmann, 1832), Diplostomum gasterostei, D. huronense
(La Rue, 1927), D. phoxini (Faust, 1918), D. rutili Razmashkin, 1969, D. helveticum (Dubois,
1929), D. mergi Dubois, 1932, D. paracaudum (Iles, 1959), D. spathaceum (Rudolphi, 1819),
D. volvens Nordmann, 1832, D. pusillum (Dubois, 1928), Hysteromorpha triloba (Rudolphi,
1819), Tylodelphus clavata, T. craniaria, T. podicipina Kozicka et Niewiadomska, 1960,
T. cerebralis (Chakrabarti, 1968), Ichthyocotylurus erraticus (Rudolphi, 1809), 1. pileatus
(Rudolphi, 1802); Nematoda — Capillaria sp. (brevispicula?), Pseudocapillaria tomentosa,
Eustrongylides mergorum (Rudolphi, 1809), Philometra oreoleucisci, Rhabdochona denudata,
R. humili, Contracaecum microcephalum (Rudolphi, 1809), C. osculatum, C. sp.; Acantho-
cephala — Neoechinorhynchus rutili, N. sp., Acanthocephalus lucii; Hirudinea — Piscicola
geometra; Hydrachnidia — Porohalacarus hydrachnoides (Cnacckuii u nip., 1965; I'ynapusep,
1976, 1980; Tpodumenxo, [Ispanneivkamm, 1978; Annkuesa u np., 1987; [Irpsuneivxamir,
1993; Ilyraues, 1999; Baryesa, 2011).

BBIBO/J1bI

Ha ocHOBe npoBeIeHHOTO aHaiInM3a COOCTBEHHBIX M JINTEPATYPHBIX JAHHBIX BBIACHEHO,
9TO B (payHE MAPA3UTOB ANTAMCKUX ocMaHOB poxa Oreoleuciscus n3 o3ep LleHTpampHO-
A3BHMaTCKOTO BHYTPEHHETO OECCTOYHOTO OacceliHa, K KOTOPOMY OTHOCHTCS YOCyHypcKas
KOTJIOBIHA, HACUNTHIBaeTCA 82 BHAa W3 14 TaKCOHOMHUYECKHUX TPYTIIL.

dayHa mapa3uToOB anTalCKUX OCMAHOB, IT0 HAIIUM M JINTEPATYPHBIM CBEICHUSM, B BO-
THBIX 00BeKTaxX YOCYHYPCKON KOTIIOBHHBI TIpenicTaBieHa 29 BugamMu u3 10 TaKCOHOMHYECKIX
TpYIIL.

VY anraiickoro ocmana Oreoleuciscus sp. B 03. Tope-Xoip HaMH BBISBICHO 16 BHIOB
napasutoB (Trypanosoma sp., Cryptobia sp., Trichodina intermedia, Trichodinella epizootica,
Dactylogyrus phoxini, Gyrodactylus nordmanni, Paradilepis scolecina, Allocreadium trans-
versale, Diplostomum gasterostei, Tylodelphys clavata, Tylodelphys craniaria, Contracaecum
osculatum, Rhabdochona denudata, Pseudocapillaria tomentosa, Neoechinorhynchus rutili,
Porohalacarus hydrachnoides), BiepBpie 3apeTHCTPUPOBAHHBIX y TaHHOTO XO35MHA B 3TOM
BOZIOEME.

BJIATOJAPHOCTH

PaGora BhIIONHEHA B paMKaxX TEMBl I'oC. 3amaHusd (PErHCTPAalMOHHBIH HOMED
AAAA-A17-117011810039-4).
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PARASITES OF THE ALTAI OSMAN OREOLEUCISCUS SP. (CYPRINIFORMES,
CYPRINIDAE) IN TORE-KHOL LAKE (UBSUNUR HOLLOW, TUVA)

Z. N. Dugarov, T. G. Burdukovskaya, T. R. Khamnueva,
D. R. Baldanova, A. N. Kuksin

Key words: Altai Osmans, Oreoleuciscus, parasites, Tore-Khol lake, Ubsunur Hollow,
Tuva

SUMMARY

Altai Osmans, united in the genus Oreoleuciscus, are endemic fish of Central Asia. The high plas-
ticity of morphological characters, the ability to sympatric intraspecific diversification, and the evolu-
tionary youth of the group make the situation with the taxonomic structure of the genus Oreoleuciscus
extremely difficult, and at the same time facilitate intensive and versatile studies of fish of this genus.
The expansion and deepening of knowledge on the taxonomy and ecology of Altai Osmans give a
new impetus to parasitological studies of these fish. For the first time, a study of the fauna of parasites
of the Altai Osman Oreoleuciscus sp. in Tore-Khol lake' (Ubsunur Hollow, Tuva) was conducted.
16 species of parasites from 8 taxonomic groups were identified: Kinetoplastea — Trypanosoma sp.,
Cryptobia sp.; Peritrichia — Trichodina intermedia, Trichodinella epizootica; Monogenea — Dactylo-
gyrus phoxini, Gyrodactylus nordmanni; Cestoda — Paradilepis scolecina; Trematoda — Allocreadium
transversale, Diplostomum gasterostei, Tylodelphys clavata, T. craniaria; Nematoda — Contracaecum
osculatum, Rhabdochona denudata, Pseudocapillaria tomentosa; Acanthocephala — Neoechinorhynchus
rutili; Hydrachnidia — Porohalacarus hydrachnoides. All 16 species of parasites are first registered
with the host in this lake.
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Bocrounsiii KaBka3 cocraBiseT TpeThio YacTh IJIOMIAAN TOpHOM cucteMsl bombimoro Kaskasa.
B sTOM cBOCOOpa3zHOM pernoHe oTMeucHa Ooraras dayHa 070X, npeacrasieHHas 94 Bugamu 38 po-
JoB. D10 cocraBisieT cBbime 62 % oT obmero uncia BunoB u 6onee 90 % oOmiero 4yucna pozos,
obHapyxeHHbIX Ha KaBkase.

Ha Boctounom KaBkaze Ha MICKOMMTAIOIIUX MapasuTHpyeT 78, a Ha nTtunax — 16 BUIOB OIOX.
K necHomy BBICOTHOMY MOSCYy IpuypoueHsl 0oxu 11 BHIOB, Ipyrue — K OCTEIIEHEHHBIM U OIly-
CTBIHEHHBIM TIPEATrOphSIM WM BBICOKOTOpBSIM. PacmpeneneHne BHIOB OJIOX MO BHEICOTHBIM ITOSICaM
00yCIIOBIICHO pacIpOCTpaHEHHEM CIIEIU(HIHBIX X035€B M 0COOCHHOCTSIMU aOMOTHIECKUX YCIOBHIA.

KiroueBbie c10Ba: 070X, MIICKOIUTAIOIINE, ITHIIBI, CIICIIM(YUIHOCTD, PACTIPOCTPAHEHHE, (QayHa,
Bocrounsnii KaBkas

DOI: 10.31857/S1234567806050065

Panee Hamu ObUTM POAHATM3UPOBAHBI 0COOEHHOCTH BHI0BOTO PAa3HOOOPA3Hs U ITapasHTo-
XO3sMHHBIX CBsi3el 010X 3amagHoro u l{enTpansroro Kaekasa (Korru, 2018; Korru u np.,
2019). B Hacrosiiiem cooOrieH:H 0000IICHBI PEe3y/IbTaThl MHOTOJICTHUX UCCIICAOBAHMN (DayHbI
6110x Bocrounoii yactu bonbinoro Kagkasa.

Havano usyuenuto aynsl 010X BoctouHol yacti bosbmoro Kapkasza ObuIo MON0XKEHO
B IIEpBO# mojoBuHe mpouutoro croierus (Wagner, Argyropulo, 1934; Aprupomysio, 1935,
1937). Ha teppuropun 1oxHoro ckjoHa Bocrounoro Kaskaza Oput0 ormeueHo 14 BUIOB,
13 KOTOphIX | BUA U 2 moABHIA OBIIM HOBBIMH ISl Haykd. OHU OBIIH COOpaHBI B OKPECT-
HoOCcTaX ¢. Unmey Kaxckoro paitona AszepOaifmxana.

Ha ceBeprom ckione Boctounoro KaBka3za nepBoHauasibHO ObIIIO OOHAPYKEHO 9 BHIOB
610x (Mup3oeBa, 1956). OnHako Mmo3HEE B MPEArOpbsX, BHYTPEHHUX ropax M BBICOKOTO-
phsix Jlarecrana ObUI BBIITOJIHEH 3HAUYUTENBHBIN 00beM Hccie0BaHuil (Bcero Obu10 coOpaHo
159 ThIC. 9K3. O510X), YTO MMO3BOJIMIIO YCTAHOBUTS 371ech oonuTanue 62 Buaos (Lllarac, 1957).
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JomnonaurensHas nHGOpMamst o dayne 61ox Bocrounoro KaBkaza Opura Takxke omyOmm-
KOBaHA U B nepBoii momoBuHEe 1960-x romos (I'yces u np., 1961: Jlabynen, 1961; Kamamkas
u np., 1962; Kagankas, 1965).

[TpuponHsle oyarn 4ymsl Ha TeppuToprn Boctounoro KaBkasa Obuin BIIepBbIE JIOKAIH30-
BaHbl B 1953 1. k 1ory ot baky B ropnoii MmectHocTr KoOsicTan, mim ['o0ycTaH, pacnonoxeH-
HOW MEXJy I0r0-BOCTOYHBIM CKJIOHOM bospmoro Kaskasckoro xpedra u 6eperom Kacrms.
JHpyrue ouarn 4ymbl Oblin oOHapyxeHsl B 1970 1. Ha Teppuropun Tepcko-CyH:KEHCKOTo
Mexaypeubs, a B 1977 . — B BbIcokoropbsix Bocrounoro KaBkaza. Oto 00ycioBuiio cie-
JYIOILUIA dTart u3yueHus (ayHbl OI0X pernoHa, Mapa3uTUPYIOLIMX B OCHOBHOM Ha I'PbI3yHaXx.
HCCJ’ICZ[OB&HI/IHMI/I 6BIJ'[I/I OXBa4€HbI MJICKONIUTAIOMINE U APYTUX OTPAA0B, a TAKXKEC ITHUILILI
(Ucaesa, 1971; I'ybapesa u np., 1978; Tansi6os, 1981; Kaganxkas, Cadapos, 1982; Kanarkas
u ap., 1985; Kopxos u ap., 1985; Araesa, 1987; Kazaxosa u ap., 1987; Kazaxona, JIabyner,
1988, 1990; Jlabynen u mp., 1988; satmos u mp., 2000).

IMPUPOJJHBIE YCJIOBUA

lopnas cucrema Bocrtounoro KaBkasa mpoctupaercst B CyOLIMPOTHOM HarpaBlIeHHH
noutu Ha 500 kM (puc. 1), pacnonarasich Ha KpaifHEM IOT€ YMEPEHHOTO KIMMaTHYeCKO-
ro mosica. 3aeck Haxonarcs Tepcko-CyHKEHCKHH HHU3KOTOPHEIN, BocTouno-KaBkasckuit
BBICOKOTOPHBIN MPHUPOIHBIC 09aru YyMbl, a Takke KoOBICTAaHCKWI aBTOHOMHBIA Y9acTOK
3akaBKa3ckoro paBHUHHO-TpearopHoro odara (Kyteipes, [Tomosa, 2016). MccnenoBanus
HOCHTEJIEH U MEePEHOCUYNKOB BO3OYANTENEH YyMbl HA 3THUX M CONPEICIBHBIX TEPPUTOPUIX
Bocrouynoro KaBkaza nMeroT 3HaUMTEIEHOE MEIUIIMHCKOE 3HAYCHHE.
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Pucynok 1. Oporpaduueckas cxema Bocrounoro Kapkasa.
Figure 1. Orographic scheme of the Eastern Caucasus.
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B mpenropssx (Beicota 10 1000 M Hag yp. M.) CEBEPHOTO MaKPOCKIOHA PacIpoCTpaHeHa
JecoCTenHas pacTUTeNbHOCTE. [l cpenaeropuii (Beicota ot 1000 mo 2000 M) xapakTepHBI
IIMPOKOJIMCTBEHHBIE JIeca, He 00pa3yolHe CIUIOIIHOIO M0sca, a I BBICOKOTOPHH (CBBIIIE
2000 M) — cybanpnuiickue W albIUICKUe JTyra. B JecocTemHoM mosice CEBEpHOTO CKIIOHA
Boctounoro KaBkaza (oHOBBIMH BHJIaMM 13 MIJICKOITUTAIOUINX SIBISIOTCS OOIIECTBEHHAS
M0JICBKA M JIOMOBasi MBIIIb. B 1mosice MMPOKOIMUCTBEHHBIX JIECOB OOBIYHBI MBIIIN POAA
Sylvaemus, 0ObIKHOBEHHasI 110JIEBKa, 3aKaBKA3CKUI XOMSIK M CEPbIi XOMSUOK, a B Cy0alib-
MUHCKOM — OOBIKHOBEHHAs TI0JIEBKA, CEPbI XOMSIYOK M TPEKaBKa3CKUH XOMSIK.

Ha roxsHOM Maxpockiione Bocrounoro KaBkasza Hanbonee 3HAYNTETBHYIO YaCTh TEPPUTO-
pHUU MIPEArOPUI COCTABIISIOT MONYITYCThIHU. Peikonecke ¢ apuiHON pacTUTENbHOCTHIO MIPO-
n3pacTtaet 31ech 10 BICOTH 500-600 M Hag yp. M., IIUPOKOTUCTBEHHBIE jteca — 10 2300 M,
BBIIIE KOTOPOTO PACTIONOXKEH MOsIC CyOaIbITMICKIX U AbIMHACKUX JIyroB. DOHOBBIMU BUAAMH
B TIOJIYIYCTBIHSIX SIBIISIFOTCSI KDACHOXBOCTAS! [IECYAHKA, MAJIOA3UHCKUI M MAJIBIN TYIIKaHIHUKH,
00IIeCTBEHHAs TIOJIEBKA U CEPBIi XOMSYOK. MHOTOYNCIICHHBI U IIHMPOKO PACTIPOCTPAHEHBI
B apUIHOM PEJKOJIEChEe TAK)KEe OOLIECTBEHHAs IOJEBKA M JOMOBasi MbIlb. B mumpoxosu-
CTBEHHBIX Jiecax sapo TepuodayHbl COCTABIISIOT MBILIM poja Sylvaemus, necHas COHs,
MOJTUOK, KyCTapHUKOBasi nojieBka. Ha cybanpnuiickux jgyrax HanOojiee MHOTOYHCICHHA
oObIKHOBeHHas mosieBka. IIIupoko pacrnpocTpaHeHbl JarecTaHcKas U BOJSHAs TOJIEBKH,
a TaKkke MBIIH poxa Sylvaemus.

UccnenoBanus ¢aynsr Boctounoro Kaskasa npeacrasisror 6ompmoii uaTepec. Pazmmg-
HBIC YCIIOBUSI OOMTaHMsI MJIICKOITMTAIOIINX U IITUIl Ha TeppuTopun Boctounoro Kaskasza o0y-
CJIABIIMBAIOT ¥ 3HAYMUTEIBHOE pa3HOOOpasne BUI0BOro cocrana 0ox. OOmmpHble Oe3iecHble
NPOCTPAHCTBA HACEJICHbI Pa3HOOOPA3HBIMU MIICKOIMTAIOIIMMH U IITUIAMH, POIOIIIUMH HOPBI
1 YCTpanBarOIIUMU B HUX I'HE31a UM UCTIOJIB3YIOIMUMU HOPBI APYTUX TEIIJIOKPOBHLIX XO34€B.
Hexoropble U3 )KUBOTHBIX — OOMTAaTEs e JIyrOB U CTEIei — CTPOST THe3/1a Ha MOBEPXHOCTH
3emiu. JlecHble OMOTOIBI 1aIOT BO3MOXHOCTb OOMTaHMS B HUX KMBOTHBIX, THE3/1a KOTOPBIX
TIOMEIIAIOTCS B AyIUIaX WX cpequ BeTBell. OcoOble yciioBusl oOMTaHUS Ul 3BEpEH, NTHIL
1 UX HKTOINAPA3UTOB CO3AAI0T MHOTOUMCIICHHBIE CKAIbHBIC YJACTKU U OCBHIIIH.

MATEPHAJI 1 METO/1bI

OcHoBy HacTosiIIeil pabOTHI COCTAaBISIIOT MaTepuabl, coOpaHHbIe aBTopaMu Ha Boctounom Kaskase
B niepuoz ¢ 1978 mo 1990 r. B 20 myHKTax, pacnoyoxeHHbIX Ha Beicote oT 300 1o 2700 M Hazg yp. M.
B o0mieli cinokHOCTH ObliIa onpeseneHa BU0Bask MPHHAIEKHOCTh 0koio 100 Teicsa 9K3. 670X, co-
OpaHHBIX C 23 THICAY 3BEPHKOB, a TAaKKe OOHAPYKEHHBIX B pesyasrare oOcienoBanus 410 ruesn
MIIEKOTINTAIOMNX U TTHII.

C 1978 mo 1981 1. coBMeCTHO co crierranicTamMu JlarecTaHcKoi TPOTHBOYYMHOM CTAHITUU OBLIN U3~
YUEHBI ONYJIALIN OOBIKHOBEHHOH 1 BOISHOM ITOJIEBOK, CEPOTO XOMSUKA M IPYTUX MEJIKMX MIICKOIIHTA-
01HX. PaboOTHI MPOBOMIINCE B CYOANIBITUICKOM M aJIBITUIICKOM BBICOTHBIX Mosicax Ha BbicoTe 23002700
M Haz yp. M. Mecra c6opa Haxoamuch ceepHee CaMypckoro xpedTa B OKpecTHOCTsIX ropbl Kokmazar
Ha Tepputopun Kynmnackoro u Arynbckoro paiionos Jlarectana. Kpome toro, otaensHbie cOOpsI 010X U
HX X0351€B OBLTH BBIITOITHEHEI B CPEHETOPHAX — B fomuHe p. Camyp (AXThIHCKHH 1 PyTynbckuil paiioHbT)
1 B TIPEATOPBSIX — HA CEeBEpHOM cKiIoHe I'mmpuHCcKoro xpebta (ByitHakckuit p-H).

B 1984-1990 rT. oCyIIeCTBICHBI SKCIICAUIIUOHHBIC BbIe3/ibl B KoObIcTaH, AlazaHb-ArpudyancKkyro
JIOJIUHY, KPaliHIOI CeBepo-BOCTOUHYIO YacTh bonbinoro Kaekasa (Kyouunckuit u Kycapckuii paiioHbt
AzepOaiimkana).

Psan cBenenuit o dayne 6mox Boctounoro KaBkaza ObuT mosydeH mpu paboTe ¢ KOJUICKIIMOHHBI-
MH (OHIAMU M apXUBHBIMH MaTepuanaMi CTaBpOIOIbCKOTO HAaydHO-HCCIIEA0BATEILCKOTO MPOTHBO-
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YYMHOTO HHCTHTYTa, 3oonormdeckoro nactutyta PAH (3VUH PAH), Azep6aiimkanckoii n Jlarectanckoit
MIPOTHBOYYMHBIX CTaHIHH.

Mo crenenu crienuUIHOCTH MaPa3UTOB B BEIOOPE BBIACIIIOT OJI0X, TAPA3UTUPYIONIUX HA XO35eBaxX
OJIHOTO Br/ia (MOHOKCEHHBIE, M YIbTpacie(IIHbIe Tapa3uThl) 1 HECKOIBKMX BUIAX U3 OAHOTO Poza
(onmurokceHHsle napasutsl). Kpome Toro, cpeu BUIOB 010X IPEACTaBICHBI IUICHOKCEHHBIE ITapa3HThl,
HMEIOIIVE OCHOBHBIX X035I€B U3 HECKOJIBKHX POJIOB OHOTO CEMEHCTBA, a TaKKe MOJMKCEHHBIC TTApa3HTEI,
X03s51eBa KOTOPBIX MPUHAAJIEkKAT K pa3HbIM ceMeiicTBaM, oTpsiaaM Wwin aaxe kiaccam (banamos, 2000).

Hroxe Ha3BaHUWS NTHI] U MIIEKONUTAIONIMX IPHBENEHBI MO CHEIUATBHBIM DPYyKOBOACTBAM
(CremansH, 2003, JlucoBckuit u ap., 2019). CBeneHus o HACeIEHUH NTHUI] U MIICKOIHTAIO-
mux Bocrounoro KaBka3a M3/10)keHBI Ha OCHOBAHMM MaTepHanoB psaa nyOnuxanuit (Mcaxos
u ap., 1966; Tem6otoB, 1972; TemboroB, Kazakos, 1982; Cokonos, TemGoToB, 1989; bemuxk, 2013;
Jxamup3oes u ap., 2017).

CHELIUO®UYHOCTH CBS3EM BJIOX C XO3SIEBAMMU

Bocrounsiit KaBka3 cocraBisier TpeThio yacTh miomaau Bcero Kaskaza. OgHako oTpsij
0JI0X B 3TOM pPErHOHE MPEICTaBICH 94 BHIAMM, YTO COCTABISCT CBEIME 62 % OT 00IIero
YpCclia BUJOB, U3BECTHEIX Ha KaBka3e B 1eJIOM.

Buioxu miexkonurawmmx

Ha Bocrounom KaBkaze oOurtaeT 6onee 90 Bumo miekonutaromux (ILummoBckuit,
1976; Ditrenuc, 1980; TemboToB, Kazakos, 1982; Cokonos, Tem6oToB, 1989), n3 KOTOphIX
MEHBIIIE TI0JIOBUHBI — 44 BU/Ia IPhI3yHOB, HACEKOMOSIHBIX, PYKOKPBUIBIX U XHIHBIX CITy)KaT
X03s51eBaMH OJIOX.

bnoxu Hystrichopsylla talpae (Curtis, 1826) u H. satunini Wagner, 1916 B cy0anbnuii-
CKOM U aJIbIIMIICKOM BBICOTHBIX I0sICax MMapasuTHPYIOT Ha IOJeBKax mojaceMm. Arvicolinae,
a B JIeCHOM — Taroke u Ha kpotax (Talpidae).

Hacexomosauble, pacnpocTpaneHHble Ha Bocrounom KaBkase, City»kaT OCHOBHBIMU XO-
3sieBaMu s 10 BumoB G6rmox. B cpeqHerophsx u BBRICOKOTOPBAX Ha ManoM (Talpa levantis
Thomas) u kaBkazckoM (7. caucasica Satunin) KpoTax mapasuTupyeT omoxa Palaeopsylla
alpestris Argyropulo, 1946, a Ha roxHOM (Erinaceus romanicus Barrett-Hamilton) u ymra-
ctoM [Hemiechinus auritus (Gmelin)]| exxax — 6moxa Archaeopsylla erinacei (Bouché, 1835).

bnoxu Doratopsyla dampfi Argyropulo, 1935 u Palaeopsylla gromovi Argyropulo, 1934
TaKXXe PacIpOCTPaHEHBI B CPEIAHETOPBSIX M BBICOKOTOPBSX, Il OOMTAIOT M MX XO3s5ieBa —
2 Buga Oypo3y0ok pona Sorex u kyropa lllenkoBuukosa (Neomys teres Miller). bnoxu Lep-
topsylla algira J. et R., 1911 u L. sexdentata (Wagner, 1930) mapa3utupyroT Ha 6eo3yOkax
pona Crocidura, pactipoCTpaHCHHBIX Ha 3HAYUTCIBHOW YACTH TEPPUTOPHUH BocCTOUHOTrO
Kagkasa.

CBelieHNsI O IMapa3uTO-XO3sIMHHBIX CBs3sIX 070X ceM. Ischnopsyllidae, sBistonux-
csl crieM(UYECKUMH IKTOIIapasuTaMH PyKOKPbUIBIX, Ha Boctounom KaBkase ocrarorcs
B 3HAUMTEIHHOW CTENEeHW HEMONHBIMH. bioxa Rhinolophopsylla unipectinata (Taschen-
berg, 1880) obHapyxeHa Ha OONBIIOM MOAKOBOHOCE Rhinolophus mehelyi Matschie. Be-
POSITHO, 9TOT BUJ OJIOX MapasHTHPYeT B PETHOHE M HAa OCTAJBHBIX BHIAX MOJAKOBOHOCOB.
Hounwniber poxa Myotis sBisitoTcst Xo3sieBamu 010X Ischnopsyllus intermedius (Roths., 1898)
u . dolosus Dampf, 1912. [Tapazntamu Oyporo ymana (Plecotus auritus L.) sBnsercs Onoxa
Nycteridopsylla pentactena (Kolenati, 1856), oOHapy»KeHHas1 TaK)Ke HA HETOIBIPE-KapJIHKe
[Pipistrellus pipistrellus (Schreber)]. Ha 3Bepbkax MocIlieIHEr0 BUa HAWICHBI elle 2 IPYrHX
npencrasurens pona Nycteridopsylla — N. eusarca Dampf, 1908 u N. pentactena.
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Heromwsips Hatysuyca [Pipistrellus nathusii (Keyserling et Blasius)] — ocHOBHOI 1po-
xopMmuTeNb Onoxu Ischnopsyllus variabilis (Wagner, 1898), a pa3snmudHbie BHIBI BEYCPHHUI]
pona Nyctalus — ocHOBHBIE X03sieBa Onoxu /. elongatus (Curtis, 1832). Ha mo3mHeM koxkaHe
[Eptesicus serotinus (Schreber)] mapasutupyer 6moxa I. intermedius, a Ha IByXIIBETHOM
xoxanke (Vespertilio murinus L.) — I obscurus (Wagner, 1898). MoXXHO TpEIITOIOKHTE,
yT0 nepeuncieHHble Bbime 10 Bumos cem. Ischnopsyllidae Ha Bocrounom KaBkase pac-
MIPOCTPAHEHBI, KaK M MX X03s5€Ba, B MPEATOPbIX U CPEIHETOPBSIX.

Ha Bocrounom KaBkase eBSTh BUJIOB OTpsi/ia XUIIIHBIX H3BECTHBI KAK OCHOBHBIE X035€Ba
Juist 110X NeBATH BUIOB. Pulex irritans — 6moxa, mopaxaromiast 38epeii 13 CeMeNCTB MCOBBIX
(Canidae), xkynpux (Mustelidae) u komausux (Felidae). [lapasuramu Bonka (Canis lupus
L.), oobikHOBeHHOM sucuisl [ Vulpes vulpes (L.)] u 0apcyka [Meles meles (L.)] siBusitoTcst
Tpu Buaa o1ox: Chaetopsylla globiceps (Tasch., 1880) u C. trichosa Kohaut, 1903, a tak-
xe Echidnophaga popovi lToff et Argyropulo, 1934. Cneuuduyeckum mapa3uroMm Oapcyka
sBsieTcst onoxa Paraceras melis. Ha necunoit [Martes martes (L.)] u xamennoit [M. foina
(Erxleben)] xynunax mapasurupyetr Chaetopsylla rothschildi. C. hyaenae ormedaercs Ha
oypom mensene (Ursus arctos L.).

Bbnoxa xumueix Ctenocephalides felis (Bouché, 1835) na Boctounom Kapkaze ormeua-
eTcsl, ITaBHBIM 00pa3oM, Ha JoMamiHei kotke (Felis catus L.), a npyroit Bua 3Toro pojaa —
C. canis (Curtis, 1826) — Ha nomamHe cobake (Canis familiaris L.).

I'peI3yHBI, camblii OOraThlii BHIAMHU OTPSI MICKOMUTArOMNX, Ha Bocrounom Kakasze
CJIy)KaT OCHOBHBIMH X03sIeBaMHM ISl 56 BUIOB OJIOX, UTO COCTABISIET OoJiee MOJIOBHHBI BCEX
BUJIOB 0JIOX MECTHOH (hayHbl. MHOTHE M3 3THX OJIOX OOMTAIOT HA IIUPOKOM Kpyre X03seB,
BKJIIOYAIOLIEM IPEJCTAaBUTEIICH PA3HbIX CEMEUCTB, HO OTHOCSAIIUXCS K OJHOW JKOJIOrhye-
CKOH IpymIie IpeI3yHOB. Takue XOMSKOBbIE, Kak oOIIecTBeHHas moneBka [Microtus socialis
(Pallas)], n Takue MbIIIMHBIE, KaK KpPAaCHOXBOCTas 1ecuanka (Meriones erythrourus Gray),
HACEIIIOT KeepouTHBIC OMOTOMBI. OOLIIUMM [Tapa3uTOM OOIICCTBEHHON OJIEBKH U KPACHOX -
BOCTOH TecuaHKH sBisieTcs 61oxa Rhadinopsylla ucrainica Wagner et Argyropulo, 1934.
JUIst TaKMX CTEITHBIX XOMSKOBBIX, KaK MOJICBKH M COOCTBEHHO XOMSKH, a TaKXkKe IS MaJloro
cyciuka (Spermophilus pygmaeus Menetries) u3 ceMelCTBa OSMMYbUX OOIIUMHE SIBIISCTCS
Ctenophthalmus orientalis (Wagner, 1898). bnoxa Ceratophyllus sciurorum (Schrank, 1893)
TapasuTUpyeT Ha Mepcuackoil (Sciurus anomalus Gmelin) Oenke, a TakKe Ha JIGCHOI COHE
[Dryomys nitedula (Pallas)] u nomuke [Glis glis (L.)], Toxxe BeAyIIMX APEBECHBIA 00pa3
JKHM3HU.

[IpencraBurenu cemeiicTBa OENMYBUX CITy’KAaT OCHOBHBIMH XO35I€BaMH [UISl JICBSITH BU-
JI0B 0y0X. B yacTHOCTH, Ha MaJOM CyCIIMKE B CEBEPHBIX MPEArOpbsX NapasUTUPYIOT Ta-
Kue BHUIbI 010X Kak Oropsylla idahoensis (Baker, 1904), Citellophilus tesquorum (Wag-
ner, 1898), Frontopsylla semura Wagner et loff, 1926 Neopsylla setosa (Wagner, 1898),
u Ctenophthalmus orientalis (Wagner, 1898). B uncie peako BCTpeqaromuxcs BU0B 010X —
TapasuT JICCHON COHM W moiuka — Omoxa Myoxopsylla jordani loff et Argyropulo, 1934.

Cpemu nstunanbeix TymkanaukoB (Allactagidae) cremyer ormetuts Manoro [Allactaga
elater (Lichtenstein)] u manoasmuiickoro (4. euphratica Thomas) TyIIKaHYHUKOB, CITYKaIIAX
OCHOBHBIMH X03sieBamu 1utst Ophthalmopsylla volgensis (Wagner et loff, 1926), Mesopsylla
apscheronica Wagner et Argyropulo, 1934 u Frontopsylla macrophthalma (J. et R., 1915).

Paznuunbie Bub XoMskoBbIX (Cricetidae) oTMeueHbI B KauecTBe X03s1eB Juist 010X Oosiee
40 BumoB. Hexoropsie mpencraButenu moacemeiicte Cricetinae u Arvicolinae sBIsitoTCS
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X03s51eBaMH OIHUX U TeX ke BHI0B Onox. Tak, Harpumep, B BeIcokoropse Boctounoro Kaskaza
B CMEMIAaHHBIX TIOCENIEHUAX OOBIKHOBEHHOU [Microtus arvalis (Pallas)] u BonstHOM (Arvicola
terrestris L.) TIOIEBOK, a Takke MpeaKaBKa3ckoro xomsika [Mesocricetus raddei (Nehring)]
u ceporo xomstuka [ Cricetulus migratorius (Pallas)] ooburaror Takue 6moxu kax Callopsylla
caspia (loff et Argyropulo, 1934), Megabothris turbidus (Rothschild, 1909), Frontopsylla
caucasica loff et Argyropulo, 1934., Ctenophthalmus golovi loff et Tiflov, 1930 u C. inter-
medius Argyropulo, 1935. JlanHbIe mapa3uTO-XO3SMHHBIC COOOINECTBA CIIYKAaT HEMAJO-
BO)XHBIM (DAaKTOPOM Tepeady BO3OYyAUTEINST YyMbl MEXKTy Pa3IMYHBIMUA BUJIAMH TPBI3YHOB
u 010X Ha Tepputopuu BocrouHo-KaBKka3ckoro BEICOKOTOPHOIO MPUPOJHOTO OYara 4yMbl.

[Tpumeps! yabTpacnenndruHbIX BUAOB 0J0X MOXKHO YKa3aThb CPEAM Mapa3uTOB XOMs-
ypux (momceM. Cricetinae). Tobko Ha cepoM XOMsUKe TapasuTupyet Oioxa Amphipsylla
schelkovnikovi Wagner, 1909. V mpenxaBka3ckoro xomska Mesocricetus raddei (Nehring,
1894) u 3akaBKa3zckoro xomsaka — Mesocricetus brandti (Nehring, 1898) obume BuABI
6nox — Ctenophthalmus rettigi Rothschild, 1908 u C. acuminatus loff et Argyropulo, 1934.

[ToseBKH pa3IMyYHBIX BHIOB CIIY)KaT OOLIMMHM XO35€BaMU OTHENIBHBIX BUAOB Oiox. Ha-
MIpUMeEp, OCHOBHBIM XO3IHHOM Onoxu Nosopsyllus consimilis (Wagner, 1898) sBustoTcs
OOBIKHOBEHHAsI, KyCTapHUKOBas N 00IeCTBEHHAs! TTONEBKH, Onoxu Ctenophthalmus schuriscus
Ioff, 1940 — oObIkHOBEHHAs! M KycTapHHKOBas noneBky, a C. shovi Rostigayev, 1948 — atu xe
BUJIBI M Tyfaypckas nosieBka. B psane mect Bocrounoro KaBkaza xapakTepHbIM I1apa3suToM
BOJISTHOY TONIeBKHU siBiisieTcst Megabothris walkeri (Roths., 1902).

Ha Teppuropun Bocrounoro KaBkasza oOuTaroT aBa Bua MOA3EMHBIX MTOJEBOK (OO
Terricola Fatio) pona Microtus: kycrapuukoBas (Microtus majori Thomas) u narectanckas
(M. daghestanicus Shidlovsky). JlaHHbIe BUIBI HE Pa3TMYKMBI 10 TPU3HAKAM CTPOCHHSI, YTO
3aTpyAHSET U XapaKTePUCTUKY 0COOCHHOCTEH X mapasurodayHsl. B nenom Ha Tepputopun
Bocrounoro KaBka3a nmon3eMHble MOJNEBKH CIIY)KaT X035€BaMM JUIs CISAyonmX 12 BUIOB
onox: Megabothris turbidus n Nosopsyllus consimilis; Amphipsylla rossica Wagner, 1912
u Frontopsylla caucasica, Ctenophthalmus schuriscus, C. shovi, C. wagneri, C. dagestanicus
Rostigayev, 1967, C. golovi, Rhadinopsylla caucasica, Stenoponia ivanovi n Hystrichopsylla
satunini. OnHAKO W3 TIEPEUNCIICHHBIX BUIOB TONbKO Ctenophthalmus dagestanicus siBasieTcst
crnenu(pUYHBIM Tapa3uTOM IOJIEBOK 3TOTO MOAPOJIA.

OObIkHOBeHHas noseBka [Microtus arvalis (Pallas)] — mmpoxo pacnpocTpaHeHHBIN cTer-
HOW W JyroBoii rpe3yH. Ha Bocrounom KaBkasze 3TOT BUI — OCHOBHOM XO3SIMH sl OJIOX
18 BHIOB, Cpe/i KOTOPBIX MOYKHO yKa3aTh MOHOKOCEHHOTO napasura Amalaraeus dissimilis
(Jordan, 1938). [ToBcemecTHO, KPOME BHICOKOTOPHIA, HA OOBIKHOBEHHOM IOJICBKE Mapa3uTH-
pyeT TONBKO OAMH BU 010X — Nosopsyllus consimilis.

I'ymaypckas (Chionomys gud Satunin) moneBka Ha Boctounom Kaskase sBisieTcss 0CHOB-
HBIM X03siTHOM i1 610X Callopsylla saxatilis (1off et Argyropulo, 1934), C. kazbegiensis
Goncharov, 1980, Amphipsylla kuznetzovi Wagner, 1912, Paradoxopsyllus hesperius 1off,
1946, Ctenophthalmus chionomydis loff et Rostigayev, 1950 u Paraneopsylla dampfi 1off,
1946.

B ¢dayne Bocrounoro Kaskasa mpezacrasineno mects BH0B MeIMHBIX (Muridae). U3
JICBSITH BHJIOB OJIOX, OTMEUECHHBIX Ha 3BEpPbKax 3TOTO CEMEHCTBA, YETHIpE MPHYpPOUCHBI
K TpbI3yHaM mogceM. Murinae. J{yst mbrieii ponos Sylvaemus, Apodemus u Mus 310 010Xu
Leptopsylla taschenbergi (Wagner, 1898), Nosopsyllus mokrzeckyi (Wagner, 1916) u L. segnis
(Schonherr, 1811). ®ayna 670X CHHAHTPOITHOTO TPBI3YHA, CEPOM KPBICHI [Rattus norvegicus
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(Berkenhout)] ma Boctounom KaBkase mpencrasiena asymst Bunamu: Nosopsyllus fasciatus
(Bosc, 1800) u Xenopsylla cheopis (Roths., 1903).

N3 noxcemeiictBa necuankoBbix (Gerbillinae) Ha Boctounom KaBkaze oOuTaeT TOIBKO
KpacHOXBOCTasl TIeCUYaHKa, KOTOpasi HACEseT €ro IOr0-BOCTOYHBIC MPEATOpbhs. 34eCh OT-
MeueHsl 0noxu Xenopsylla conformis, Nosopsyllus laeviceps Wagner, 1909, Stenoponia
tripectinata (Tiraboschi, 1902), Rhadinopsylla ucrainica Wagner et Argyropulo, 1934
u Coptopsylla caucasica Isayeva-Gurvich, 1950.

Takum oOpa3om, u3 95 Bu0B 010X MiIeKonUTarOmUX (GayHbl bonbiroro Kaskasza okoso
MOJIOBUHBI COCTABIISIOT MOHOKCCHHBIC Mapa3uThl. 3HAUUTEIbHAS YacTh (31 %) BUmIOB 610X
criequ(UYHBI U BUJIOB M3 OJJHOTO MJIM HECKOJIbKUX CEMEWCTBa X0351eB. 3HAYUTEIBHO MEHb-
me (17 %) BunoB 670X, KOTOPBIE SIBISIOTCS] OMTUTOKCEHHBIMHU Mapa3uTaMu.

BJaoxu nTuig

Ha Bocrounom KaBkase n npuniexxaniux kK HeMy TeppuTopusax rae3aurcs caoimre 200 Bu-
noB ntunl (IToprenko, 1958; benuk, 2013; Ixamup3oes u ap., 2017). 16 BUIOB U3 4eThI-
pex pooB 070X Mapa3uTHPYeT Ha Pa3IM4YHBIX BUAAX ITHI[ U3 OTPSIOB roinybeoOpasHbie
(Columbiformes) u BopoOsuHOOOpa3ubie (Passeriformes).

Bopo6srHo00pa3Hbie COCTABISIOT MOIABIIAIONIee OOMBITMHCTBO BUAOB aBr(ayHsl Boc-
toyHoro Kapkaza. Ha Hux mapasutupyror Omoxu 11 BHIOB, M3 KOTOPBIX MATH SBISIOTCS
o0UTATEeNSIMU XOPOIIO 3AIIUIICHHBIX MHOTONETHHX THe3x nactodek (Hirundinidae). [pu
aToM Toibko Onoxa Ceratophyllus styx Roths., 1900 siBasieTcst MOHOKCEHHBIM Napasu-
ToM OeperoBymku [Riparia riparia (L)]. Takne Bunsr 61ox, xax C. farreni Roths., 1905,
C. rusticus Wagner, 1903, C. caliotes Jordan, 1936, C. hirundinis (Curtis, 1826) mapa3utu-
pyrot Ha Bopouke (Delichon urbica L.).

Cpenu mapasuToB JPYrHX NpeICTaBHTENEed BOPOOBMHOOOPA3HBIX CIEAYET OTMETHTh
6noxy Frontopsylla frontalis alatau Fedina, 1946, oOuTaroieii B HOpax KaMCHKH-IUISCYHBH.

I'nesna xozseB onoxu Ceratophyllus gallinae (Schrank, 1803) (Hampumep, Takux Kak
6onbias cununa (Parus major L.) pacnionoxensl B aymiax. bnoxa C. fringillae (Walker,
1856) oOuTaeT B rHe3/1aX MTHI] U3 TPABHI M BETOK, PACIIOIOKEHHBIX B MOCTPOHKAX UeIoBeKa
WM HaJl HOBEPXHOCTHIO 3eMin. Cpeay X X035€B CIeayeT OTMETUTD I10JIeBOTo [Passer mon-
tanus (L.)] m nomoBoro [P. domesticus (L.)] BopoObeB, a Taxoke ckBopua (Sturnus vulgaris
L.). B rue3ne cuzoro romy6st (Columba livia Gmelin) u3 romry0eoOpa3HBIX TOA KpPHIIIEH
Kuoro poma otmedeHa onoxa Callopsylla gemina (Ioff, 1946).

Taxue Bunsl kak Ceratophyllus garei Roths., 1902, C. frigoris Darskaya, 1950,
C. vagabundus (Bohemann, 1866) u C. borealis Roths., 1907 nopaxatoTr nrui, ycrpau-
BaIOIIMX THE3/a Ha 3eMJje, B TPeLIMHAX CKal U cpean KamHed. Cpean TakoBBIX CIEoyeT
OTMETHTh TOPUXBOCTKY-UepHYIIKY [Phoenicurus ochruros (S.G. Gmelin)], ropHyto Tpsico-
ry3Ky [Motacilla cinerea Tunstall] u mectporo kamennoro aposaa [Monticola saxatilis (L.)].

PACITPOCTPAHEHUE BUJIOB BJIOX
HA TEPPUTOPHUHN BOCTOUHOI'O KABKA3A

W3 41 pona 610X, U3BECTHBIX Ha TeppuTopur KaBkasza, B €ro BOCTOUYHON 4acTH OTCYT-
ctBy1oT ponsl Caenopsylla, Phaenopsylla, Araeopsylla v Wagnerina, Buabl KOTOPBIX pac-
MpOCTpaHeHs! Ha fore 3akaBkaszbsa. OgHaxo mo obmeMy gnciay BuIoB Bocrounsni KaBkaza
npeBocxonuT ¢ayHsl LlenTpamsHoro n 3amagHoro Kaskasza. Beero mns KaBkasza ykasano
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JICBSITH BUIOB-9H/IEMIKOB, OIMH U3 KOTOPBIX — Ctenophthalmus intermedius, pacupocTpaHeH
TonbKO Ha Bocrounom Kaskase.

Hawnbonee mmpoko, oT mpeAropuil 10 aablUHACKOTO BBICOTHOTO TOSICA, PACIpOCTpaHe-
HbI TIapa3UThl XUIIHBIX MIEKOMHUTAOMMX — Onoxu Pulex irritans, Chaetopsylla trichosa,
C. globiceps n Paraceras melis. B HeCKOIBKHX BBICOTHBIX TOSICaX MPEICTABICHBI TaKnue
Mapa3uThl MEJIKUX MIICKOIHUTAIONIMX Kak 01oxu Megabothris turbidus, Amphipsylla rosssica,
A. schelkovnikovi, Leptopsylla taschenbergi, Ctenophthalmus proximus u C. intermedius.

B necocrennom nosice ceBepHOro Makpockiiona Bocrounoro KaBkaza ceoeoOpazHa ¢ay-
Ha Onox manoro cyciuka. OHa mpejcTaBieHa TakUMH Bupamu xax Oropsylla idahoensis,
Citellophilus tesquorum, F. semura, Neopsylla setosa, u Ctenophthalmus orientalis. B mo-
JYIYCTHIHHON 30HE OXKHOTO MAaKpOCKIIOHA BbIIENseTcs (hayHa KPACHOXBOCTON MECUYAHKH.
Ee cocrapmsroT Takue BuIsl Kak Xenopsylla conformis, Coptopsylla caucasica, Nosopsyllus.
consimils, N. laeviceps, Ctenophthalmus secundus, Rhadinopsylla ucrainica n Stenoponia
tripectinata.

3HaunTeNbHAs YaCTh BHJIOB BCTPEUAIOTCS Ha 00OMX MaKpOCKIOHax: Echidnophaga
popovi, E. gallinacea, Archaeopsylla erinacei, Xenopsylla cheopis, Nosopsyllus fasciatus,
Megabothris walkeri, Ophthalmopsylla volgensis, Frontopsylla macrophthalma, Mesopsylla
apscheronica, Ctenophthalmus acuminatus, C. secundus, C. wagneri, R. ucrainica, N. setosa
u Stenoponia tripectinata.

Cpenu obOuTtareneil JJECHOTO Mosica CIeyeT OTMETHUTh OJIOX XUIIHBIX, JETYYHX MBIIICH,
psizia BUJIOB I'PBI3YHOB M NTHIL. JT0, B yactHocTH, Chaetopsylla rothschildi, Myoxopsylla
Jjordani, Ceratophyllus sciurorum, C. gallinae, C. fringillae, C. pullatus, C. tribulis, Dasy-
psyllus gallinulae, Paradoxopsyllus gussevi, Peromyscopsylla bidentata, Leptopsylla algira,
L. nana u Ctenophthalmus rettigi.

[TpeumyIeCTBEHHO K CYOaIbIIUICKOMY TOSICY M AJIBITHICKUM JIyTraM [IPUypPOUCHBI TAKUE
Mapa3uThl NITUI] U MIekonuTalomux kak Chaetopsylla hyaenae,Callopsylla caspia, C. kazb-
egiensis, C. gemina, Ceratophyllus caliotes, C. rusticus, Amalaraeus dissimilis, Paradoxo-
psyllus hesperius, Frontopsytlla caucasica, Amphipsylla kuznetzovi, Leptopsylla sexdentata,
Ctenophthalmus chionomydis, C. golovi, C. schuriscus, C. shovi, C. dagestanicus, Palaeo-
psylla gromovi, P. alpestris, Doratopsyll dampfi, Rhadinopsylla caucasica, Paraneopsylla
dampfi, Neopsylla pleskei, Stenopoinia ivanovi, Hystrichopsylla talpae v H. satunini.

BJIOXH B [TPUPOJHBIX OUATAX UYMBI
HA TEPPUTOPUU BOCTOUHOI'O KABKA3A

OCHOBHBIM HOCHTEIIEM BO3OyIUTEIs 9yMbl Ha TeppuTopun Tepcko-CyHKEHCKOTO HH3-
KOTOPHOTO TIPHUPOIHOTO OYara sSBISIETCS MallbIii CYCITUK. DTH300THH CPEI CYCIHKOB TIPO-
HCXOIIT B BECCHHEE-JIIETHUI MEepHoJ], TO €CTh BO BpeMs HauOOJIbIIeH roHOTPOodHIeCKOn
aKTUBHOCTH psiAa BUAOB 070X. OCHOBHBIM MEPEHOCYMKOM B ITOM OYare CIyKuT Oioxa
Citellophilus tesquorum. MakCUMyM YHCIICHHOCTH 3TOTO BHA OJIOX MPUXOIUTCS Ha Iic-
PpHOJ MacCOBOTO PAaCCENIEHUsI MOJIOJBIX 3BEPHKOB. DTO XapaKTEPHO JUIsi MHOTHX JIPYTHX
CYCJIMKOBBIX MPUPOIHBIX ouaroB (Measenes u np., 2019). Haubornee BbicOKast YHCICHHOCTb
Jpyroro Buja mnepeHocurka — 01oxu Neopsylla setosa, B 5ToM odare oTMedaeTcst paHHeH
BECHOI BO BpeMsi IPOOYK/IEHHS CYCIHUKOB OT CIITYKH. BOJBIIMHCTBO caMOK OOOMX BHJIOB
OTKJI/IbIBAIOT AHIa BECh NEPUOJ AaKTUBHOM XKU3HU XO35IMHA. BECHOI HHTEHCUBHO MUTAIOTCS
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7 pa3sMHOXKAIOTCS MMaro APYTUX MEePeHOCYHKOB BO3OyAHMTENS 4yMbl — 010X Frontopsylla
semura u Oropsylla idahoensis.

3akaBKa3CKUH PaBHUHHO-TIPEATOPHBIN o4yar 3aHUMaeT TeppuTopuio KypuHCKOH HU3-
MEHHOCTH U MPWIEKALIMX I0T0-3araaHbIX npenropuid bonpemoro Kaskaza. I'panunpsr oyara
COBIAJAIOT C I'PaHUIAMH apeaja KPacCHOXBOCTOH NECYaHKU, OCHOBHOTO HOCHTEIS 4yMBI
B ouare. DTOT TPBI3YH — DIABHBIA X03suH 010X Xenopsylla conformis, Nosopsyllus laevi-
ceps, N. iranus, Stenoponia tripectinata, Coptopsylla caucasica, Rhadinopsylla cedestis
U Rh. ucrainica. OCHOBHOM IepeHOCUUK B ouyare — Xenopylla conformis (Kortu, )Kunsnosa,
2019). Ha nonro umaro 3Toro BHAa MPUXOAUTCS HAMOOJBINEEe YMCIO MITAMMOB YyMBI, BBI-
JITICHHBIX BO BpeMmst anu300Tuii B KoObicTane B Teruioe Bpems rona. B xonmoaHslil nepuon
B TPAaHCMHCCHH YyMBI IIEPBOCTEIICHHOE 3HaYeHHe umeeT Nosopsyllus laeviceps, akTHBHO
HapasuTHPYIOUIMHI B 3T0 BpeMsi. OcTalbHbIe, IEPEYUCIICHHBIC BBIIIE, BUJIbI TOXE IIPUHIUMAIOT
ydacTre B nepenade Bo30yautens. OQHO U3 BaXKHBIX MECT ITPU 3TOM 3aHUMAIOT OJIOXH poza
Rhadinopsylla. Bo MHOTHX JpyruX IMeCYaHOYBMX OYarax 3TH Mapa3suThl HIPAIOT 3aMETHYIO
poib B TpancMuccuu 9ymbel (Mensenes u ap., 2020).

Ha reppuropun Bocrouno-KaBka3ckoro BBICOKOTOPHOTO o4ara Cpeiy Mnapa3uToB OObIK-
HOBCHHOM TIOJICBKH yKa3BIBAIOTCS Takwe BHABI Onox xak Callopsylla caspia, Megabothris
turbidus, Amalaraeus dissimilis, Nosopsyllus consimilis, Frontopsylla caucasica, Ctenoph-
thalmus golovi, C. intermedius, C. schuriscus, Rhadinopsylla caucasica, Hystrichopsylla
talpae, H. satunini w Stenoponia ivanovi. B 3ToM o4are 4yMbl OT Ka)JJOTr0 U3 JOMHUHU-
PYIOLIMX BUIOB OJIOX OCHOBHOTO HOCHTENS BBIIEICHO YHCIIO ITAMMOB, COOTBETCTBYIOIICE
KOJIMYCCTBY HMCCIICAOBAHHBIX 3K3eMIUIsipoB Onox (C. intermedius — 24.2 %, F. caucasica —
17.5 %, Callopsylla caspia — 16.6 %). Dnu300Tnn HanboIee MHTEHCUBHO MPOTEKAIOT
B aBr'yCTe, Korja HaOlltoaeTcss HanbouIblIas roHOTpouYecKasi akTHBHOCTh 3THUX BUIOB
(KazakoB, Kazakosa, 2002).

3AKJIIOYEHUE

Cpenn BunoB 0mox ¢ayusr Bocrounoro KaBkaza mpeoGmagaroT mapasuThl TPHI3YHOB,
B HECKOJIBKO pa3 II0 YMCIy BHJIOB MEHBIIE OJIOX — Mapa3suTOB XHIIHBIX, PYKOKPBUIBIX U
HACEKOMOSITHBIX.

Bonee monoBuHBI BUIOB OJIOX HIMPOKO PaclpoCTpaHEHbl Ha TeppuTopuu Boctounoro
KaBkaza. Cpeau xo3s1eB BUAOB OJIOX C y3KUMH PETMOHAIBHBIMH apeaaMy MPEACTaBICHBI
KaK BHBI TAKOKE C Y3KMMH apeajamu, Tak M ¢ IIUPOKUMU. Pacnpenenenne BugoB 010X 10O
BBICOTHBIM TTosicaM Ha Bocrounom KaBskase mMmeer cBou ocobennoctr. Hurme OGomnee Ha
Bonbiiom KaBkaze He BCTPETHTh TAKOro 3HAYMTENILHOTO YMCIIA BUIOB OJIOX, XapaKTEePHBIX
JUTSL TIOJTYTTyCTBIHHOM M CTEMHOM NMPHUPOTHBIX 30H. MOXXHO yKa3aTh NMPHUMEPHI, KOTJa OTHH
U T€ K€ BUBI OJIOX CMEHSIOT X034€B B 3aBUCMOCTHU OT BBICOTHOT'O MO5Ca; B IPYTUX CIydasXx,
HATIPOTHUB, U3MEHSIETCS BUJOBOM cocTaB OoxX. B 1iemomM mmpokwii CieKTp yCIOBUH, HAINIHE
JIOKQJILHBIX MPErpaji, CBONCTBEHHBIX TOPHBIM JIaHAIIA(TaM, CIIOCOOCTBYET (hOPMUPOBAHHIO
Ha Bocrounom KaBkase pazHooOpa3HOi (ayHBI OI0X.

BJIATOJJAPHOCTH

Pabora BrimmonHeHa Ha 6a3ze xoyuteknuii 3oomormdeckoro mHcTHTyTa PAH (31IH PAH)
(YOK 3U1H per. Ne 2-2.20) u Craspomnoibckoro @PKY3 «CraBpornoiabckuii IpOTHBOYYMHBIN

438



nHCTHTYT» PocmoTrpebHan3opa, mpu GrHAHCOBOH moanepkke Poccuiickoro gonma dyHma-
MEHTaJIbHBIX uccienoBanuit (rpant 19-04-00759).
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FLEAS (SIPHONAPTERA) OF MAMMALS AND BIRDS
IN THE EASTERN CAUCASUS

B. K. Kotti, J. S. Artyushina

Key words: fleas, mammals, birds, host specifity, distribution. fauna, Eastern Caucasus

SUMMARY

A total of 94 flea species were revealed in the territory of the Eastern Caucasus. 16 of these spe-
cies are parasites of birds, others are mammal parasites. Among 41 genera of the Caucasian fauna
only Caenopsylla, Phaenopsylla, Wagnerina, and Araeopsylla, inhabiting the south of the Caucasus,
are absent in the Great Caucasus. Parasites of some birds and carnivorous mammals, insectivores,
and rodents are found from lowlands to highlands. A number of species, such as representatives of
the genus Callopsylla, are associated with highlands, while other fleas are limited in distribution by
semi-desert and steppe foothills and midlands, and are absent in the subalpine and alpine belts. Their
main hosts can inhabit a wide range of heights or their distribution is limited.
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