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1. BBEJEHHUE

1.1. AKTyaJIbHOCTDb H CTeNeHb Pa3padoTAHHOCTH TeMbI HCCIIeTOBAHUS

OnHUMM W3 HaWMEHEE HW3YYCHHBIX BOMPOCOB B OO0JIACTH OHOJIOTUU U (PU3HOIOTHU
0CCITO3BOHOYHBIX SIBJISICTCS OpPraHu3alus U (PYHKIMOHUPOBAHHE WMMYHHOW, WJIM 3all[MTHOM,
cucteMbl. TeM He MEHEe, MMEHHO 3Ta CHUCTeMa SBIIICTCS KIIFOUEBOH B 00ECICUCHUH JKU3HU
Jr000T0 MHOTOKJIETOYHOT'O OPTaHU3Ma B IMOTCHIIMAILHO OIIACHOW BHEIIIHEH cperie.

3alIMTHBIM CUCTeMaM OECIO3BOHOYHBIX KHBOTHBIX YACISUIA BHHUMAaHUE OCTATOYHO
OOpBIBOYHO, W HA JIaHHBIH MOMEHT CJIO)KHO JIeaTh KaKHe-TO OOOOIICHMs [ake B paMKax
HeOoubIIoN Tpymibel. OAHAKO WMEHHO H3ydeHHE MMMYHHOTO PEarrpoOBaHHUS Pa3HBIX TPYIII
KJIACCOB OECITIO3BOHOYHBIX KHBOTHBIX MPEACTABISCT OOJIBIION HHTEPEC C IBOIIOIUOHHON TOYKU
3penust. TpaIuIMOHHO OBLIO MPUHITO CYMTATh, YTO OCCIIO3BOHOYHBIC JKUBOTHBIC, B OTJIMYUE OT
MO3BOHOYHBIX,  00JIQJal0OT  TOJBKO  NPUMUTHBHBIMH  HecHelupuueckumMu  (GopmMamu
pearupoBanus. [lepecMoTp 3Toil mapagurmel mpousomen B 60-e roxsl XX Beka. HakorieHue
JNAHHBIX O (YHKIMOHUPOBAHUHM PA3IMYHBIX «IPOCTHIX» HMMMYHHBIX CHCTEM IIPHBEIO K
MOCTETICHHOMY M3MEHEHUIO TPEJICTABICHUHN O pa3HOOOPa3Uu KIMMYHHBIX CUCTEM B IIEJIOM.

B cBere 9rOoro wu3ydeHHE 3aKOHOMEPHOCTCH HMMYHHOTO pEardpoBaHHsS Y
NpeCTaBUTEIICH Pa3HBIX TPYIT OECIIO3BOHOYHBIX MPEACTABISACT OOJIBIION HHTEPEC.

Annemuabl  (Annelida) — ogHa W3 KPYmHBIX TPYII OECIIO3BOHOYHBIX KMBOTHBIX,
OCBOMBIIIAsi BCE BO3MOXHBIC MECTOOOUTAHMSI, KPOME BO3AYIIHOM cpelibl. OTINYUTEIbHBIC YSPThI
CTPOCHHUSI aHHENNJ], BKJIIOYAONINE METaAMEPHOEC CTPOCHHE Teja, XOPOIIO pPa3BUTHIC ILEIOM U
KPOBEHOCHYIO CHCTEMY, TIO3BOJIMIIM aHHETUIaM Pa3BUTh d3PPEKTUBHBIC CTPATEIMH BEDKUBAHHS U
o0ecrieunsii 3HaYUTEIbHOE pa3HooOpazue GopMm. TeM He MeHee, ¢ IMMYHOJIOTHYECKOW TOYKU
3peHHsi 93Ta TpyIa u3yuyeHa BechbMa cj1abo, OCOOCHHO 10 CpPaBHEHHIO C JPYTHMH
NEPBUYHOPOTHIMH KUBOTHBIMHU — B TIEPBYIO ouepeb npeacraButensmu Arthropoda u Mollusca.

[IpuHATO CYHMTaTh, YTO KJIFOYEBHIM KOMIIOHEHTOM HMMYHHOH CHCTEMBI aHHEJIHI
SIBIISTIOTCSI CBOOOJIHBIC KJICTKH IEJIOMHYECKOW KHUIKOCTH — HENOMOIUTh. OHU 00eCTeYrBarOT
pacro3HaBaHHE YYy>KEPOJHOTO MaTepualia, €ro MOCISAYIONIYI0 SJIMMUHAIMI0 WA H3OJISIHIO.
[{emoMOoIUTHI TaKKe MPOAYIHPYIOT T'yMOPabHbIe (PAKTOPBI, YUACTBYIONIHE B MMMYHHOM OTBETE
(lamaxtuonos, 2005; Sima, 1994). HemocpeactBeHHass posib 3THX KJIETOK B OCYIIECTBICHUU
UMMYHHBIX pEakiiii HEOJHOKpaTHO Moka3zaHa (cM., Hampumep, Bilej, 1994; Cooper, 1996;
Vetvicka, Sima, 2009). B paHHHX HCCIIeIOBaHMSAX BBICKA3bIBATaCh TOYKA 3PEHHS O TOM, YTO
[CIIOMOIIUTBI  AHHEJUJ  SIBJISIOTCS ~ TaK  Ha3bIBAEMBIM  «IBOJIOIMOHHBIM  aHAJIOTOM

CHICHHUAIM3UPOBAHHBIX MMMYHHBIX KJICTOK KPOBU BBICIHIWX ITO3BOHOYHBIX.



@OyHKIUN LEJTOMOLUMTOB BO MHOTOM CBSI3aHBI C (DYHKIMSIMH camoro meioma. [lomumo
3allUTHBIX pEakUui, STU KIETKM MOTYT BBINOJHATH TPAHCIOPTHYIO (HAlpUMeEp, IMEPEHOC
KHCIIOpoJa), Tpouueckyro (B YaCTHOCTH, OCYIICCTBIISISI NMHUTAHHE CO3PEBAIOIIMX TaMET), H,
BEPOSITHO, BBIACTUTEIbHYIO (DYHKIIHUIO.

Ha naHHBIE MOMEHT HE CYIIECTBYET €JMHON CHCTEMBbl KJIACCH(PHUKALUU IEIOMOIUTOB
agHesnuJ. OCHOBHBIM KpUTEpUEM Ui TUIMPOBAHUS OSTUX KIETOK Oblla M OCTaeTcs HX
MOpGOJIOTHsl, YTO HE JAeT MPEeJCTaBIeHUs O (PYyHKIMOHAIBHOCTU PA3HbIX THUIIOB LIEJIOMOLIUTOB.
Pa3nble moaxoasl M METOABI, HCIOJB30BAHHBIE HCCIIENOBATENIAMU B IPOILIOM, HE JaOT
BO3MOXXHOCTH HU 1T O0OOIICHHSI, HH, TeM OoJiee, ISl SKCTPAIOJIAIUYA UMEIOIIUXCS JAHHBIX 00
ATUX CHEIHAIN3UPOBaHHBIX KileTkaX. KpoMe Toro, B npeaenax pa3HOOOpa3HON IrpyIIibl aHHEINT
poJib aMeOOLMTOB B 3alUTHOM CHCTEME M3y4YeHa COBCEM [yl HEMHOTMX BHUIOB. Mmeromuecs
JaHHBIE IIOJyYEHBI C HCIIOJIB30BAHMEM Pa3IMYHBIX MOAXOJOB M YaCTO CIJIOKHO COIOCTaBUMBI
JIpyr ¢ apyroM. MHorue CyuecTByOIIME ONUCAHUS OTHOCSTCS K Hayalny XX BeKa U C TeX IOp
He ObUIH MOJITBEPKICHBI.

Jlis Hambosee IMOJIHOTO TMOHMMAHUS 3HAYEHMs ILIEJIOMOLIMTOB B JKU3HEAEATEIbHOCTU
[EJIOT0 OpraHM3Ma AaHHEIHJ M JPYTuX OEClO3BOHOYHBIX >KMBOTHBIX HEOOXOIUMO HMETh
NpEJCTAaBICHUE HE TOJIBKO O MOPQOJIOTHH M CTPYKType KJIETOYHOW MOMyJSAlWU, HO U
HENOCPEACTBEHHO O (PYHKIIMOHAIBHOCTH 3TUX KJIETOK, B YAaCTHOCTH, MX POJIM B HUMMYHHBIX
peakuusx. CpaBHEHHE 3TUX MTapaMETPOB y MPEJCTaBUTENEH pa3HbIX BUJIOB UMEET 3HaUCHHUE IS
MIOHMMAaHHUS ITyTEH HBOJIIOLMN KJIETOYHBIX 3AIUTHBIX MEXaHU3MOB B IPEAEIax TPYMIbl aHHEIN]
U 0ECTII03BOHOYHBIX KHBOTHBIX B IIEJIOM.

Takum oOpa3om, MpOBEJEHUE KOMIUIEKCHOIO CPAaBHHUTEIBHOTO aHajau3a KJIETOYHOU
MOMYJISIUKM  [IEIOMOLIMTOB Y TPEACTaBUTENEH pPa3HbIX TAaKCOHOMUYECKUX TPYIIT aHHEIH]
IIPEJCTABISIETCS KpaliHe BaKHbIM. lCHoiap30BaHME COBPEMEHHBIX METOJNOB M KOMIUIEKCHBIN
NOJIX0/A K aHajdu3y pe3ylbTaTOB MO3BOJAT MOJYYUTh OoJiee TOJHOE MpPEeJCTaBICHUE O

(YHKIMOHUPOBAHUN UMMYHHOM CUCTEMBI aHHEITHUI.

1.2. lleap 1 327124 HCCJIETOBAHUS
OCHOBHO#1 1IEJBI0 UCCIIEOBAHKS SIBISICS KOMIUICKCHBIA aHAINW3 COCTaBa M (DyHKITHIA
HOMYJISIMU  [IEJIOMOIIMTOB Y Mopckoro mneckoxmiaa Arenicola marina (Linnaeus, 1758) c
WCIIOTb30BAHMHEM COBPEMECHHBIX ~MHKPOCKOTUYECKUX, OHOXHMHUYECKHMX W  MOJIEKYJISPHO-
TEHETHYECKUX METO/IOB M CPABHEHHE MONTYYEHHBIX JIAHHBIX ¢ HH(POPMAIIHEH TT0 APYTHM BUIAM.

I[JISI JOCTHIXKCHUA 9TOM neiaun OBLIH IIOCTABJIEHEI CJICAyromue 3aaquu:

1. OO6oOuieHre UMEIOMUXCA B JINTEPATYPHBIX MCTOYHHUKAX JAHHBIX 00 OpTaHU3aIlNH H

(YyHKIMOHUPOBAaHUHM UMMYHHBIX CHCTEM aHHEIH/I.



2. Omnucanne MOp(OJOTHM M KIacCU(PHUKALUS OIS [eJIOMOIUTOB A. marina c
WCIIOJIb30BAHUEM  METO/JOB  ONTHUYECKOM, JJIEKTPOHHOM U KOH(OKaJIbHOMI
MHUKPOCKOIIHH.

3. H3yueHue KICTOYHBIX 3aIIUTHBIX PEaKLUil ETOMOIMTOB A. marina.

4. H3zyueHue peakiuy HEIOMOIUTOB A. MAarina Ha XMMUYECKY0 WHIYKIIMIO UMMYHHOTO
OTBETA.

5. CekBeHupoBaHue M COOpPKa TpPAHCKPUITOMA LIEIOMOLMUTOB A. marina, aHamms
KJIIOYEBBIX I'PYTI UMMYHO-aCCOLMMPOBAHHBIX MOJIEKYIL.

6. OmnucaHue MPOTEaCOMHOI0 KOMILJICKCA [EIoMOIIMTOB A. marina.

1.3. O0beKT 1 mpeAMeT UCCaeI0BAHUS
OOBEeKTOM UCCIIEJOBAHMSI SBIISETCS TOMYJALHUS CBOOOIHBIX KIETOK I[€JIOMHUYECKON
KHUJIKOCTH — IIEJIOMOLIMTOB MoOpcKoi moiuxeTtsl Arenicola marina. Tlpeamer uccienoBanus —
OpraHu3alysi UMMYHHOM CHUCTEMBbI MpEJICTAaBUTENs Tpymnbl aHHenua. B pabore ynensercs
BHMMaHUEe Mopdonornu u QyHKIHSAM IETOMOIMTOB KAaK KJIETOYHOIO KOMIIOHEHTa UMMYHHOMU

CHCTCMBI.

1.4. HayyHasi HOBU3HA HCCJIeI0BAHUS
BrniepBble npoBeieH KOMIUIEKCHBIM aHAIU3 COCTaBa KJIETOYHOW MOMYJISIUN LIEJIOMOLIUTOB
Arenicola marina ¢ ucojgb30BaHHEM COBPEMEHHBIX MHKPOCKOMHUYECKUX, OMOXMMHUYECKUX M
MOJICKYJIIPHO-TEHETUUECKMX  METOJ0B. [IpoBemeHBl  AKCIEPUMEHTHI, IOJTBEPIKIAIONINE
n30HUpaTeIbHyl0 WMMYHHYIO PEaKTHMBHOCTh pa3HBIX THIIOB IIEJIOMOIIMTOB. BmiepBbie s
MPEACTABUTENS] TPYNNbl AHHEIUJ TMOJYy4YeH TPAHCKPUIITOM LeIoMOUUTOB. OmucaH COCTaB
MPOTEACOMHOT0 KOMILJIEKCA LETIOMOIIMTOB M €0 PEaAKIMsl Ha IKCIEPUMEHTATbHYI0 HUHIYKIHIO

HMMYHHOT'O OTBETA.

1.5. TeopeTnueckas u NPaKTHYECKAsA 3HAYUMOCTb HCCJIeI0BAHNS

PesynpTaTtoM paboThl SBASIOTCSA JaHHBIE 00 oOpraHu3zanud W (yHKIIMOHUPOBAHHUH
KJICTOYHOI'O KOMITAapTMCHTA HMMYHHOﬁ CUCTEMBI NpeaACTaBUTECIIA MOPCKHUX AHHCJIN .
OtpaboTaHHble METOIUKUA PabOTHI C IEJIOMOLIUTAMU MOTYT OBITH NMPUMEHEHBI ISl U3yYeHUs
JIPYTUX BHIOB W JaTbHEWIINX CPaBHUTEIHLHO-MOP(OJIOTHYECKUX HCCIEIOBAHHMA, KOTOpBIC
MO3BOJIAT PACIIMPHUTH 3HAHHWS B JaHHOW oOnactu Hayku. [lomydeHHBI B xome paboOTHI
TPAHCKPHUIITOM  HCJIOMOLUTOB  ABJACTCA IICPBbBIM O6III€IIOCTYHHBIM TKaHeCHGHI/I(bI/I‘-IHI)IM
TPAHCKPHUIITOMOM TIPEICTABUTENS aHHENH]. DTO 3HAYUMBIA BKJIAJ B JajbHEUIIECEe W3ydeHHE
MOJICKYJISIPHBIX OCHOB ()YHKIIHOHHPOBAHHST W DBOJIOIUM HWMMYHHBIX CHCTEM, TaK Kak

AOCTYITHBIC MOJICKYJIAIPHO-TCHCTUYCCKUC JAHHBIC IJId aHHCIIN 10 CUX IMOP OYCHL OIrpaHUYCHEL.



Nudopmanus 06 MMMYHHBIX CHCTEMax aHHEIH, 00OOIICHHAs B JIUTEPaTypHOM 0030pe,
MOXKET OBITh HCIIOJIb30BaHA B KAa4eCTBE METOJIUYECKOTO TOCOOWS TMPHU TMPOBEICHUH KypCOB

JIEKIWHA U MPAKTHK JJI CTYACHTOB Kadeap 300J10THH 0€CITIO3BOHOYHBIX U ITUTOJIOTHH.

1.6. MeToa0/10THs1 IMCCEPTALNMOHHOIO MCCJIEOBAHUS

MeToa010ruueckord OCHOBOW UCCIIENOBAHMS SIBJISETCSA KOMIUIEKCHBIN MOAXOM K aHAIU3y
MOpP(}OIOrHuecKux, OMOXMMHUYECKUX U MOJIEKYJISIPHO-TEHETHUECKUX AaHHbIX. s u3yuenus
KJICTOYHBIX 3alUTHBIX PEAaKLMH HCIIOJIB30BAACh MHAYKIMS MMMYHHOIO OTBETa: KJIETOYHAs
CTEHKa JpOXOKeH (3MMO3aH) B KauecTBE KOPIYCKYJSPHOTO HMHIYKTOPA, JIMIOMOJIMCAXapUIbl
KJIeTouyHoil crenku Oaxtepuii (LPS) B kauecTBe xummueckoro uHayktopa. s uzydeHus
peakUuy HUHKANCYJISLMA B LIEJIOMHUYECKYIO IOJIOCTh 4YepBEH BHEAPSIUCh HHOPOJHBIE Teja
pasHoil mpuponbl. IIpomecc HHKanCyasiuuu M3y4dajucs C MCIOJIb30BAHUEM CBETOBOM U
AJIEKTPOHHOM MHKpPOCKONHMH. TpaHCKpUOTOM LEJIOMOLUTOB ObUI TOJYYEH C MOMOILBIO
riryOokoro cekBeHupoBaHus oopasuoB kAHK, momydeHHbIX myTemM oOpaTHO# TpaHCKPUIIHH C

PHK, BblJI€NIEHHOM W3 MHIYUUPOBAHHBIX LIEJIOMOLIUTOB.

1.7. IlonoxeHnusi, BBIHOCUMbIe HA 3AIUTY

1. Ha ocHoBanumM aHanmu3a COOCTBEHHBIX pE3YyJbTaTOB U JIUTEPATYPHBIX JAHHBIX B
HOMYJISIIUY 1enomoruToB Arenicola marina BbiesieHo 1sITh MOP(OIOTHYECKH OTIMYHBIX THITOB
aMeOOlLMTOB. IOBEHWIbHbIE, MEJKUE aMeOOUMThl (TPaHyJOIUTHI) C  TICEBAONOJUSIMU,
IIHYPOBHTHBIC amMeOOIIUTHI, pacIIacThIBAIOIINECS BEPETECHOBUIHBIE aMeOOIIHTHI,
pacIacThIBAlOIIUECs] BaKyOJIM3UPOBAaHHBIE aMEOOIMTHI OKPYIIOH (QOpMBI. OTH  THIIBI
BBIJICJIAIOTCS KaK B KHMBOM, TaK M B (PUKCHpOBaHHOM Matepuaie. [Ipu 3Tom olriee KOIMuecTBO
[IEJIOMOIIUTOB ¥ OTHOCHTEIBHOE COJIEP)KAaHHE PA3HBIX KIJIETOYHBIX THUIIOB HE 3aBHUCHT OT TOJa U
pa3Mepa ocoOel, ce30oHa HaOJIOJIEHUH M OTpakaeT B IEpPBYIO ouepenb (pu3moigoruueckoe
COCTOSIHME KOHKPETHOI'O OpraHu3ma.

2. DKCcIepUMEHTAIBbHO TIOKa3aHa pa3Has POJib TUIOB IIEIOMOIIMTOB B KJIIETOYHBIX 3aLIUTHBIX
peakmusix.  JIBa  Tuma  pacIuIacTHIBAIOIIMXCS  aMe0OUMTOB  (BEpETCHOBHIHBIE |
BaKyOJIM3UPOBAHHBIC) HHUIIMHPYIOT arrperayio IpyruxX THIIOB KIETOK B Iporecce (aromurosa
MHOPOAHBIX YaCTUI[ M OCYILECTBIIAIOT pPACIO3HABAHME MHKPOOHBIX TMAaTTepHOB. Meinkue
IPaHYJOUUTBl M YaCTUYHO ILIHYPOBUAHbIE aMEOOIMTHI AKTUBHO  (HAarOUTHUPYIOT H
OCYILECTBIISIOT PEAKIINIO HHKATICYJIALINH.

3. BriepBble 1OIy4eH TPaHCKPUITOM IIEJIOMOLMTOB IpeAcTaBuTens aHHenua. Ha
MOJIEKYJIIPHOM YPOBHE MECKOXMI UMEET CI0KHYI0 MHOrO(akTOPHYI0 HMMYHHYIO cuctemy. B
TPAHCKPHUIITOME LEJIOMOIUTOB NPUCYTCTBYIOT I'PYMIbl UMMYHHO-aCCOUMUPOBAHHBIX MOJEKYJ,

KaK XapaKTCPHLIC I APYIrUux 0€eCIT03BOHOYHBIX JKHUBOTHBIX, TaK H TaKCOH-CHGHI/I(bI/ILIeCKI/Ie.



NMMmyHHast ~ cucTeMa  NECKOXHJIa  BKIIOYAeT  BBHICOKOKOHCEPBATHBHBIE M OBICTPO
HBOJIIOLIMOHUPYIOLINE Ipynnbl TeHoB. Ha ocHOBe aHanm3a TPaHCKPUITOMA BBISBIIEHBI I'PYIIIbI
MOJIEKYJI, NPEACTABISAIOIINE HHTEpeC B KauecTBe OOBEKTa JalbHEHIIMX HCCIEA0BaHUN
CHUCTEMHOI'0 UMMYHHOI'O OTBETA.

4. Onucan MpOTEacOMHBIN KOMIUIEKC IenomoiuToB  Arenicola marina. OtmeueH
(GyHKIIMOHAIbHBIN CIBUT IIPOTEACOMHOM CUCTEMBI B CTOPOHY TUAPOIU3a
HEYOMKBUTHUHUPOBAHHBIX O€NKOB. MHIyKLMs BOCHAJEHUS BBI3BIBACT MOJHYIO SJIMMHUHALUIO
PEryJIsSTOpPHBIX YacTHULl KOMIUIEKCA, CHHTE3 HOBBIX ()OpM MIaNepoHOB M  IOBBILICHHE

XUMOTHUIICUH-TIOJJOOHOM aKTUBHOCTH MPOTEACOM.

1.8. JInuHbIi BKJIQJ aBTOpPA

ABTOpOM JAMccepTall COBMECTHO C HAay4YHBIM pYKOBOJAMTENEM pa3paboTaH IUIaH
UCCJIEIOBaHMsI M IIPOBEACH aHAJIU3 MOJIyYEHHBIX PE3YJIbTaTOB. ABTOPOM JUCCEPTALIMU IIOJyUYeHa
0oJbIIast YacTh JAHHBIX, PEACTABIEHHBIX B paboTe. ABTOPOM BBIIIOJIHEH aHAJIU3 JIUTEPATYPHBIX
HUCTOYHUKOB. ABTOP OCYUIECTBIISI IUJITAHUPOBAHUE U TNPOBEICHHE HKCIEPUMEHTOB, cOOp,
HOJATrOTOBKY U 00paboTKy MaTepuaina. VccienoBanus MOp(hOIOTruy LEJIOMOLUTOB M KIETOYHBIX
3aIIMTHBIX pEeaklUMil IpoBeAcHbl aBTOpoM. Pesynbrarsl pasnenoB «IIpoTeacoOMHBIM KOMILIEKC
reaoMouuToB A. marina» u « TpaHCKPUNITOMHBIH aHATN3 UMMYHHO-ACCOIIMUPOBAHHBIX MOJICKYJT
B 1enomormrax A. marina» Tmojgy4deHbl B COaBTOPCTBE. Bkiax aBropa B H3yYEHHE
IPOTEaCOMHOT0 KOMIUIEKCA: IMOCTaHOBKAa 3KCIIEPUMEHTOB, cOOp MaTepuana, KOH(OKaibHas
Mukpockorus. ObpaboTka Marepuana, aHaIU3 JaHHBIX U TOATOTOBKA MyOJIMKAIUA — COBMECTHO
¢ Jlromuuon FO.B. u xomreramu. Bxiag aBTopa B TPaHCKPUNTOMHBIM aHAIW3: MOCTAaHOBKA
skcnepumenTa, coop nmpod PHK. CoaBropamu ocymiectBieHo cekBenupoBanue (I'azuzona I'.P.)
u coOopka TtpaHckpuntoMa ([IopOymmu A.M.). AHamu3 TpaHCKpUNTOMa U TOJTOTOBKA
nyOnaukanuu — coBMecTHO ¢ ['opOymmasiM A.M. Ilpu noaroroBke myoaukanuii aBTopom OblIa
IpoBeJicHa 3HAUMTENbHas paboTa HaJ TEKCTOM CTaTell, MOArOTOBKAa WILIIIOCTPALMM, a Takke

MepermrcKa ¢ p€aAakTopaM U pCUCH3CHTAMMU.

1.9. CreneHb 10CTOBEPHOCTH U anpodanms pe3yJbTATOB HCCJIe0BAHUS
JIOCTOBEPHOCTD Pe3yIbTAaTOB, IIOJyUYCHHBIX B JUCCEPTALlMOHHON padoTe, obecreunBaeTcs
KOPPEKTHBIM HCITOJIb30BAaHHEM COBPEMEHHBIX METOJIOB HCcienoBaHus. llpu mpoBeneHUH
CPaBHUTEIFHBIX OJKCIEPUMEHTOB C MOPQOJOTHEeH KIETOK HACTPOHMKH MHUKPOCKOIOB OBLIH
BBICTABIICHBI OIMHAKOBO U KOHTPOJIBHBIX M 9KCIEPHUMEHTAIBHBIX 00pa3IioB. Vcroap30BaHHbIE
METOABI (PUKCALUU ¥ OKPACKH MPH padoTe ¢ IEeTOMOIUTAMH pa3padaThIBAIUCh B COOTBETCTBHHU C
UCTIONIB3YeMBIMH B MHPOBOHM TPAKTHKE, a TaKKE C Y4YETOM COOCTBEHHBIX pE3YJIbTaTOB.

®dotonzobpakeHus: 1 MUKpodoTorpaduu, MOTydeHHBIE B XOJ€ HCCICIOBAHUN, MOABEPTAIUCH



HE3HAYUTEJIbHOM KOPPEKTUPOBKE SPKOCTH U KOHTPACTHOCTH, 3aTparuBarolled BcCe IHKCENN

n3o00paxenuii. KauectBo COOpPKHU TPaHCKPUNITOMA OBLIO MPOBEPEHO C MTOMOIIBI0 KOMITBIOTEPHBIX

MCTOJHK, IIMPOKO HUCIIO0JIb3YEMBIX B HO,HO6HBIX HCCICIOBAaHUAX.

P €3yJIbTaTbl UCCIICAOBAHUA ObLIH MMPEACTaBJICHBI HA BCGpOCCHﬁCKHX U MCKAYHAPOIAHBIX

KOH(EepEHIHAX

1.

MexayHapoaHass HaydHass KOH(EPEHIHs CTYJICHTOB, acClMPAHTOB M MOJIOJBIX YYECHBIX
«JlomonocoB-2016», MI'Y um. M.B. JlomonocoBa (MockBa, Poccus, 11-15 ampens
2016);

V Cse3n dpusuonoros CHI', V Che3n buoxumukoB Poccun (Coun, Poccust, 4-8 oxTsaops
2016);

Society for Experimental Biology/SEB Annual Main Meeting (I'ere6opr, IIsenus, 3-6
utojis 2017);

4th International Congress on Invertebrate Morphology (ICIM4)/IV MexayHapoaHbiid
KoHrpecc 1o Mmopdonoruu 6ecrio3Bonounbix (Mocksa, Poccus, 18-23 aBrycra 2017);
X1l Beepoccniickas koHdpepennus «M3ydenne, parinoHaIbHOE UCIIOIb30BAHUE M OXPaHa
npupoHbIX pecypcos benoro mops» (Canxt-IletepOypr, Poccust, 17-20 okTs6ps 2017);
KO6uneitnas koHdepennus B yectb 160-Tunetus xadeapsl 300JI0TUH OECIIO3BOHOYHBIX
«300JIOTUSI BECIIO3BOHOYHbBIX — HOBBIM BEK» (Mocka, Poccus, 19-21
nexabps 2018).

Ilo pe3yjibTaTaM HCCICOAOBAHUA OHY6J'II/IKOB3HO 3 cTated B HAaY4YHBIX JKYpPHaJax,

WHCKCUPYEMBIX B MEKIYHapOoJIHBIX 0a3ax maHHbIX Scopus, Web of Science, RSCI WoS, a

TakXke 6 Te3nCoB JOKIIAA0B KOH(epeHInii B COOPHHUKAX, BXOISAIINX B CIIUCKU IIUTUPOBAHMSL.
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Biochemistry and Biophysics. — Pleiades Publishing, 2016. — VVol. 471. — Ne. 1. — P. 428-
430.

Stanovova M.V. Morphology, cytogenesis and functions of Annelida coelomocytes
/I Invertebrate Zoology. — 2019. — Vol.16 — Ne3. — P. 254-282. [in Russian, with English
summary]

Stanovova M.V., Gazizova G.R., Gorbushin A.M. Transcriptomic profiling of immune-
associated molecules in the coelomocytes of lugworm Arenicola marina (Linnaeus, 1758)
/l Journal of Experimental Zoology Part B: Molecular and Developmental Evolution.
2022.



IMonroroBka K MyOJUKAIMK MOJYYCHHBIX pE3yJbTaToB B Hay4yHbIX Tpynax [1, 3]
HPOBO/IMIIACH COBMECTHO C CoaBTOpamu. Bkian aBTopa B HayuHbIX Tpyaax [1] cocrasiser 1/2; B

Hay4HBIX Tpyaax [3] cocraBmseT 1/3. B HayuHbIX Tpyaax [2] BKi1ag aBTOpa OMPe eI ISTIONTHIA.
Mamepuanvi koHepenyuii

1. CranoBoBa M.B., EpoxoB I1.A., Koceruu N.A., Muxaiinos B.C., Jlronuna FO.B. Poinb
nporeacoMm B pa3BuTuM Bocmaienusi y Arenicola marina (Annelida, Polychaeta) // Acta
Naturae (pycckosizbranast Bepcusi). — 2016. — T. 1, Ne CrenBbimyck. — C. 210-210.

2. Jlronuna FO.B., JlaBpoB A.M., CranoBoBa M.B., AbarypoBa C.b., Epoxos ILA.,
Kocesnu M.A., llaposa H.II., Muxaitnos B.C. Ponp nporeacom B MOJIEKYJISIPHBIX
MeXaHHM3Max aJanTali y XOJIOJAHOBOJHBIX MOPCKUX Oecro3BOHOYHBIX // Marepuasl
MexnyHapoaHOH Hay4HO-TIpakTUYeckoil KoHpepeHnn «CoBpeMEHHBIE MPOOIEMBI
€CTeCTBO3HAHUS B Hayke M 0Opa3oBaTeJbHOM Iponecce». — M3a.momurp. ueHtp
Benopycckoro nen. yausepcurera um. Tanka, Munck. — T. 12. — C. 31-31

3. Jlronuna 1O.B., JlaBpor A.M., CranoBoBa M.B., KpaBuyk O.U., Abarypoa C.b.,
Epoxos I1.A., Koceruu 1. A., lllaposa H.I1., MuxaiinioB B.C. [InmacTu4HOCTH NIpOTEACOM:
MOJIEKYJIIPHBIM MEXaHM3M aJanTaluil y XOJIOJOBOIHBIX MOPCKHUX O€CHO3BOHOYHBIX //
VII Poccwuiickuii cumnosuym "benku u nentuns”". — HoBocubupcek, 2015. — C. 186-
186.

4. Stanovova M. V., Kosevich I. A, LyupinaY. V. Invertebrate immunity: Arenicola
marina (Annelida, Polychaeta) as an experimental object // Abstract book, SEB Annual
Main Meeting, Gothenburg, 3-6 July 2017. — Vol. 1. — 2017. — P. 267.

5. Stanovova M. V., Kosevich I. A. Coelomocytes of Arenicola marina (Annelida,
Polychaeta):morphology and functions // The 4th International Congress on Invertebrate
Morphology (ICIM4). — Usnparenscto "Tlepo™ Mocksa, 2017. — P. 247.

6. CranoBoBa M. B., Koceuu U. A. M3ydyeHue 1eIOMOLUTOB MOPCKUX aHHENHUJ C TOYKH
3peHrss UMMYHHBIX (QyHKIHi (Ha mpumepe neckoxkmina Arenicola marina) / 3oonorus
6ecrniozBoHOUHBIX — HoBBIN Bek: marepuansl koHdepeHIMH, nocBsmeHHoi 160-netuto
Kadenpsl 300m0run 6ecno3BoHOUHBIX buonorndeckoro dakyiabreta MI'Y um. M.B.
JlomonocoBa (19-21 nexabps 2018 r.) / ITox pen. U. U. l'opaeeB. — Mocksa, 2018. —
C. 116.
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1.10. CrpykTypa u 00beM auccepranuu

Texct paboThl m3mokeH Ha 145 cTpaHUIIaX U COCTOUT M3 BBEACHUS, YETHIPEX II1aB: 0030p
JUTEpATyphl, MaTepHad U METOJbl, pe3yJIbTaThl, OOCYKAECHUE PE3yJbTATOB, — 3aKIHOUEHUS,
cnucka JuTeparypbl u npuioxkeHuid. ITpunoxenue I Brmouaer 5 Ttabnuu, ITpunoxenue II
conepxuT 66 wnmroctpanmii. CUCOK JUTEpaTyphl BKItOYaeT 167 MCTOYHUKOB, U3 KOTOPBIX 14

MMpEaACTABJIICHLI PYCCKOA3SBIYHBIMU HCTOUYHHUKAMU, a 153 — na HHOCTPAHHOM SA3BbIKC.
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2. OB30P JIUTEPATYPbI

2.1.00mue cBeieHUs1 00 HMMYHHBIX CHCTEMAX 0€CMO3BOHOYHBIX JKHBOTHBIX

[Tepen m100BIM OpraHU3MOM CTOSIT CJIOXKHBIE TPOOJIEMBI TOAAEPKAHUS COOCTBEHHOM
LEJOCTHOCTU U BHYTPEHHEro romeoctasa. OKpysKarwllas cpejia MOTEHUUAIbHO arpeccuBHAa U
omacHa, M Ha TMPOTSHKCHUHM >KU3HU OPraHu3M IMOABEPraeTcs CaMbIM pPa3HbIM BHEUIHUM
Bo3nericTBusAM. Clie1oBaTeIbHO, TOKHBI CYIIIECTBOBATh CUCTEMBI U MEXaHH3MBI, TTO3BOJISIONINE
3alIUTUTh OPTaHU3M OT BHEIIIHEH OMACHOCTH.

K 3amuTtHBIM cucTeMaM, OOECHEeYMBAIOIIMM TMOJACpKAHHE BHYTPEHHErO0 TOMEOoCcTasa
OpraHu3Ma, y MHOTOKJIETOUYHBIX UBOTHBIX OTHOCSAT HMMMYHHYIO CHCTEMY B IIHPOKOM
noHuMaHuu. Croco0 3aIuThl OpraHu3Ma OT YY>KEPOJIHBIX OOBEKTOB M BEIIECTB, HAIPABJICHHBIN
Ha [OJAJEpKaHUE TEHETHMYECKOM IEJIOCTHOCTH OpraHu3Ma, Ha3bIBa€TCs HMMMYHUTETOM
(TanaktroHoB, 2005). COOTBETCTBEHHO, MMMYHHAsl CUCTEMa — 3TO COBOKYITHOCTh BCEX OPr'aHOB
U TKaHeW, O00eCNeUMBAIOMIMX HEOOXOJMMBIC PEAKIUU JUIsl TOJJEPKaHUs IICJIOCTHOCTH (B
MEpPBYI0 OYepeb TEHETHYECKOW) opraHu3Ma. TpaaullMOHHO TEPMHH «HMMYHHAs CHCTEMay
UCIIOJIB3YETCS 110 OTHOIICHHIO K TIO3BOHOYHBIM XHBOTHBIM (Poitr, 1991). B mannoii paboTte MbI
OyJieM HCTOIb30BaTh 3TOT TEPMHUH KaK CHHOHUM TEPMHUHA «3aIIUTHAS CUCTEMAY.

OcHoBHast (pyHKIUS UMMYHHOW, WJIM 3aIIUTHOW, CUCTEMBI — 3alIUTHUTh OPraHU3M OT
MOTEHITHAIPHO OIACHOTO TPOHMKHOBEHUS B HETO YYXKEpPOJHBIX 00bekTOoB. Kpome Toro,
CYIIECTBYET BEPOATHOCTh BO3HHUKHOBEHHS B CaMOM OpraHW3Me MOTEHLHAIbHO BPEIHBIX
MyTanui. JIJis KJI€TOK, KOTOpPbIe MOCTOSHHO AEISATCS, 3Ta BEPOSTHOCTh OCOOEHHO BBICOKA, YTO
MOTJIO OBl MPUBECTU K HAKOILJICHUIO MYTallMii B MHOTOKJIETOYHOM opranusMe. [loatomy momumo
3aIUATHl OT PA3IUYHBIX WHOEKIWHA M JAPYTMX BHENIHUX BO3JCHCTBUNA HMMYHHAs CHCTEMa
BBITIOJHSAET KOHTPOJIBHYIO (YHKIIMIO: CO3[JaHHE 3acliOHa OT BOOOIIE IIOOBIX MPOSIBICHUN
qyXEpPOAHOCTH. B mepByr0 ouepeap 3TO HWMEHHO TMOJBEPTIIHECS MYTalUsIM COOCTBEHHBIC
KIeTkd. Takum 00pa3oM, HWMMYHHUTET SIBISETCS BaKHEHHMM (DAKTOpOM CTaOMIBLHOCTH
oHTOreHe3a. HekoTopeie aBTOpBI MpUIAIOT ATON (YHKIMH J1a)ke OOJIbIliee 3HAUCHHE, YEM 3aIlUTe
OT MPOHUKHOBEHUS 4y)ePOIHbIX 00beKkTOB (I"amakTronos, 2005).

Ucxonst u3 3TOro, MOXKHO MPEANONOXHTb, YTO YEM CJIOXKHEE OpraHU3alMs
MHOTOKJIETOYHOI'O OpraHu3Ma, TE€M COBEpLICHHEE [OJDKHA OBbIThb €ro 3aluTHas CHCTEMa.
3almMTHBIE PeaKIMyd OpraHu3Ma obecrednBaeT padoTa ABYX MOJIpa3/IeIOB UMMYHHOU CUCTEMBI:
BPOXKICHHOTO U MPUOOPETEHHOI0 MMMYHHUTETa. BpOXKIEHHBIH MMMYHUTET TAaK)K€ Ha3bIBaeTCs
HeCHeM(PUIECKUM B CHIIy TOrO, YTO €ro aKTUBHOCTh HE 3aBHUCUT OT MPEABAPUTEIHHOTO

KOHTaKTa C aHTUTCHOM. BpOXXIEHHBIH MMMYHUTET B TOW WM MHOU (hopMe MMeEeTcs Yy Bcex
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MHOTOKJIETOYHBIX JKUBOTHBIX. ET0 XapakTepuCTUKH OMPENesSIOTCs BUOBOW MPUHATIE)KHOCTHIO
opraHusma.

[IpnoGperennplif, nwnu crnenupuyecKuil, UMMYHUTET OMNPENENsIeT BOCHPUUMYUBOCTD
KOHKPETHOTO Opranmi3ma (ocoOu) K ompeeNeHHbIM THIaM MaToreHoB. (s sToro moapaszaena
UMMYHHOH CHCTEMBI XapaKTepHa B TMEPBYIO OdYepeab CHeNUu(PUIHOCTH B pPACIO3HABAHUU
KOHKPETHOTO aHTUTeHA M MOocieayomee (GopMUpoBaHUE TaK HA3BIBAEMOW MMMYHHOH MaMsTH
(Poiit, 1991).

Jlo He#gaBHETr0 BpPEMEHU CYMTAJIOCh, YTO HMMYHHAas PEAKTHBHOCTh MO3BOHOYHBIX H
OCCIO3BOHOYHBIX JKUBOTHBIX MPUHIMMNHAILHO pasznudaercsa. Crnennduyeckuii UMMYHHTET
MPHUCYII HUCKIIOYUTEIFHO TO03BOHOYHBIM JKMBOTHBIM (HAYyWHAs C KPYIJIOPOTBIX), a ¥
0eCI03BOHOYHBIX KUBOTHBIX MIPUCYTCTBYIOT TOJIbKO HecTeUu(pUIeCKUE 3alIUTHBIE PEaKIUu.

Jlonroe Bpems Takoe pa3luyue CBS3BIBAIM C T€M, YTO Y OECIIO3BOHOYHBIX OTCYTCTBYET
TUMYC — CTPYKTypa, o0ecreunBaias padoTy crnenuuieckoro MMMYHUTETA Y MO3BOHOYHBIX
KUBOTHBIX. [Ipenmonaramoch, YTOo OECHO3BOHOYHBIM, C WX OTHOCHUTEIBHO KOPOTKOM
MPOJOHKUTEILHOCTHIO KU3HU U BBICOKHM IMOTEHIIMAIOM K BOCIIPOU3BEACHUIO, JUISl YCIICIIHOTO
BBDKHMBAHUS JIOJDKHO XBaTaTh Hecneuu(uueckux (opM 3allUThl, KOTOPbIE Y HUX JOCTATOYHO
xopo1o BbIpakeHsbl (I'anaktnonos, 2005).

OnHako nmpoBeneHHble B 60-X rogax HMCCieA0BaHUs MOKAa3ald, YTO YCTOSIBIIAACS TOYKA
3peHUsT HE€ COBCEM BepHA. Y HEKOTOpPHIX BHAOB cemeiicTBa Lumbricidae Oputa oOHapykeHa
HMMYHOJIOTHYECKast aMaTh. DT 3kcnepumeHThI (Cooper, 1968; 1969) nokazanu crmocoOHOCTh
JOKJIEBBIX YePBEH K OTTOPKEHHUIO AJUIOTCHHBIX TPAHCIUIAHTAHTOB. AJIJIOTEHHBIM Ha3bIBAETCS
Marepuai, NpUHAAIEKAIINN JaHHOMY OHOJIOTMUECKOMY BHIY, HO HMEIOIIMN Te€HETHYECKUE
OTJIMYHS OT OPTaHW3Ma KOHKPETHOTO JKHBOTHOTO. 32 CUET UMOPHIMHTA TOMYJISIIIHH JTOXKIEBBIX
YyepBeil MMEIOT OIpeleJeHHYI0 Te€HETHYECKYI0 MO3auYHOCTh, MO3TOMY Hauboliee OCTphie
pPEaKIuu OTTOPIKEHUS HAOIIOJANKCh MPU UCTIOIH30BAaHUU B KAUECTBE TPAHCIUIAHTAIIMOHHBIX Tap
4yepBei u3 pa3HbIX reorpaduueckux 30H. CaM QakT OTTOPKEHUS AIOTPAHCIUIAHTAHTA TOBOPHT
0 HAJIMYUU OTPEICTICHHON CTIeM(UIHOCTH UIMMYHHOTO pearupOBaHMS.

[ToznHee OBUIO yCTAaHOBIEHO, YTO CHEUU(DUYECKOE AIJTOUMMYHHOE OTTOP)KEHHE
CBOMCTBEHHO Ja)K€ TAKUM HU3KOOPTaHM30BaHHBIM OECIIO3BOHOUHBIM, KaK KUIIIEYHOTIOJIOCTHBIE U
ryoku (Hildemann, 1974). CrenyroumM 3TanmoM pa3BUTHS 3TOTO  HANpaBICHUS B
MMMYHOOHMOJIOTUH CTaJl TIOUCK CHUCTEM THCTOCOBMECTHMOCTH HE TOJIBKO y TTO3BOHOYHBIX, HO U Y
0ECIO3BOHOYHBIX JKMBOTHBIX. [loMydeHHbIE pa3HBIMH HCCIENOBATENIMU JaHHBIE JaloT
BO3MOXXHOCTh TPEATOIO0KUTh, YTO TEPBBIC MpPEaJanTaIllIOHHBIC MPOSBICHUS CHEIHUPUISCKOTO
UMMYHHOTO PEarupoOBaHUs B JBOJIOIUH TOSBIIMCH JAaBHO — BEPOSATHO, €IIC TPHU MOSIBICHUN
MIEPBBIX MHOTOKJIETOYHBIX ;KUBOTHBIX (Cooper, 1996; "anaktuonos, 2005).
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Kak y mo3BOHOYHBIX, TaKk U Y OECIIO3BOHOYHBIX KUBOTHBIX JIFOOBIE 3aIUTHHIC PEAKIIHH
00eCreYnBarOTCs JIBYMS OCHOBHBIMH (DYHKIIMOHAJIGHBIMH KOMIIOHCHTAMH — KJIETOYHBIM U
TYMOpPaJbHBIM. B KJIE€TOUHBII KOMIOHEHT BKJIIOYAIOTCS KaK MCKIIOYUTENbHO 3alIUTHBIEC KIETKH,
TaK U T€ KJIETKHU, U1 KOTOPBIX 3aIIUTHAs (DYHKIHUS HE SBISETCS OCHOBHOM, HO KOTOpBIE TaK WU
WHAYe 3a/ICCTBOBAHBI B OOECIICYCHWHM MMMYHHOTO OTBeTa. Kak mpaBmiio, 3aluTHBIC KIETKU
YYacTBYIOT B H3OJSAIMM W YHUYTOXKCHHH YYXEPOJHOTO Marepuaia. 3aluTHbIC (QYHKIHH
CBOOOIHBIX KJIETOK IIEJIOMHUYECKON >KUAKOCTU OeCrO3BOHOYHBIX KUBOTHBIX H3y4YalHCh €Il
.. MeyHUKOBBIM M CTadd OCHOBAaHUEM Ui €ro Teopud (aromuTapHOTO UMMYHHTETa
(Metchnikoff, 1893).

I'yMopanbHBIE  KOMITOHCHT MPEJACTaBICH PA3IMYHBIMA XUMHYCCKHMH arcHTaMH
(mpeumyiIecTBEHHO  O€JIKOBOM  MPUPOIBI), KOTOpPhIE  OOECHEUMBAIOT  paclo3HABaHUE
YyXEpPOAHOTO MaTepuaia U BO MHOTOM DETyJIUPYIOT JESATENbHOCTh 3AIIUTHBIX KIETOK. Y
OOJBIIMHCTBA OECIIO3BOHOYHBIX >KUBOTHBIX OOHAPYKHBAIOTCS HECKOJIBKO OCHOBHBIX TPYIII
pacrno3Harmmx 1 3Q(PEKTOPHBIX TYMOPAIBHBIX (PakTOpoB. BeICOKMM pa3zHOOOpa3ueM 001aiaoT
pas3InYHbIC MATTEPH-PACIIO3HAIONINE PELENTOPHI, B TOM 4Kcie, Hanpumep, 10ll-like perernrropsr
U pasiauuHble JeKTHHBL. Cpeau 3(PQGEKTOPHBIX MOJEKYJT XOpOIIO U3BECTHBI JIM3UHBI,
oOnamamue JUTUYECKOW AaKTUBHOCTBIO, ArTJIIOTHHHUHBI, O0JIAJAIONINe OICOHU3UPYIOIIUM
NEHCTBUEM, a TaKXe HWHAYIMOCIbHbIC aHTHMHKPOOHBIE IENTHABL. B TociemaHee BpeMs y
OCCITO3BOHOYHBIX Tak)Ke OOHAPY)KMBAIOT AHTHTEIONOJO0HBIE (AKTOPBl H  MOJICKYJIBI,
BBIMOJTHAONIME (QYHKINIO cucTeMbl Kommuiementa (Gorbushin, 2019). Takoe pasHooGpasue
XUMHUYECKHX UMMYHHBIX ()aKTOPOB MOATBEPXKIAET TOYKY 3PEHHsS, YTO UMMYHHBIE CHUCTEMBI Y
0ECII03BOHOYHBIX KHUBOTHBIX YCTPOCHBI HE MEHEE CJI0)KHO, YU€M TaKOBBIC Y MIO3BOHOYHBIX.

JIrobast 3amuTHAs peakmus COCTOMT W3 TPEX OCHOBHBIX JTalloB: pacllO3HABaHHE
qy>KEpOJHOr0 00BEeKTa, MOArOoTOBKAa peakuuu U 3pdexropHoe naericteue (['opeimmua, Yara,
1990). Ha pa3HbIXx cTaausx Ipolecca BOBJIEYEHHOCTh KJIETOYHOTO M TyMOPajJbHOTO
KOMIIOHCHTOB HEpaBHO3HAYHA, HO, TaK WM WHa4Ye, J(PQPEKTUBHBI HMMMYHHBIH OTBET
OCYIIIECTBIIICTCS  KOOINEPATUBHBIM  JEHCTBHEM pa3HbIX  (akTopoB. Jloka3aTerbCcTBaMU
COTPSKEHHOCTH 3TUX ABYX (OPM 3aIIUTHI MOTYT CIYXKUTh [0 MEHBIIEH Mepe TpH TPYyIIbI
(axToB.

Bo-niepBeIX, TrymopanbHbIe (AKTOPBI HWTPAIOT POJb  PACIO3HAIONIUX  CTPYKTYD,
BBISBJISIFONIMX MPUCYTCTBUE aHTUTEHOB. OHU MOTYT CBSI3BIBATHCS C 3AIIUTHBIMH KJICTKAMHU U
CTUMYJHUPOBATh Hauajo (arouuto3a. Bo-BTOpPHIX, 3alIUTHBIE KIETKH MOCTOSHHO MPOAYIUPYIOT
MHOXECTBO T'YMOpJIbHBIX (DaKTOpOB, Kak, HalpUMep, AHTUMHUKPOOHbIE (HAKTOPHI IIA3MBI
reMonuMQpbl WIH KPOBH. B-TpeThuX, HEKOTOpPHIE MMATOTEHBI CIOCOOHBI W30erarb MPSIMOTO
KOHTaKTa ¢ (parouuraMu — TO €CTh, MOCTOSIHHO IUPKYJIUPYIOT B IUIa3Me€ WM HAaXOAATCA B

14



«HEIIOCTYIHBIX» s (aromuToB MecTax. 3a HUX MPsSMOE YHHUYTOKEHHE OTBETCTBEHHBI
FYMOpaJibHBIE (PaKTOpbl TEMONMM(BI WM KpPOBH, OONaNaOlIUe JIUTHUYECKON aKTHUBHOCTBIO
(l'amaxtuonos, 2005).

Takum oOpa3omM, COBMECTHas AESITENbHOCTh KIETOYHOTO U TYMOPaIbHOTO KOMIOHEHTOB
UMMYHHOUW CHCTEMBI o0ecrieurnBaeT Y3PGEKTUBHYIO 3alTUTy OpraHu3Ma.

NMMyHHBIE cUCTEMBl O€CIIO3BOHOUYHBIX >KMBOTHBIX pPa3HOOOpPA3HbI M ONHMCHIBAIOTCS
OOBIYHO B CBSI3U C OpraHaMM M TKAHIMH, HECYIIMMH UMMYHHYIO QYHKIUIO y TpeIcTaBUTeNeH
OTpPEICIEHHOT0 TaKCOHA. Y JKMBOTHBIX C Pa3BUTON IUPKYIATOPHOW CHCTEMOHW (KOJIbUaThIe
YepBU, MOJUTIOCKHM, UJICHUCTOHOTHE) CPEIOTOYMEM HWMMYHHBIX (YHKIUH SBISIOTCS TaK
Ha3bIBaCMbIe TKAHU BHYTPEHHEW Cpebl — IEIOMUYEcKas KUIKOCTh, remonmmda (I'opbimmna,
Yara, 1990). Kierounsle 3jeMEHTHI W T'yMOpalibHble (DAKTOPHI IUIa3Mbl 3THX JKHIAKOCTCH
HauOoJiee aKTUBHO Y4YacTBYIOT B 3amuMTHBIX peakimsax (["amaktuonos, 2005; Dhainaut, Scaps,
2001).

3a BpeMs W3YYCHHsS] MWMMYHHOW PEaKTHBHOCTH PA3UYHBIX TPYII OECIIO3BOHOYHBIX
JKUBOTHBIX MOJY4YEHbI 3HAUUTENbHbIE 00beMbl HHPopMaruu. OO00IUTE MPEeAbIAYIIHEe U HbIHE
CYLIECTBYIOIINE KOHIIETIIINH, KACAIOIINECs HMMYHHUTETa O€CIIO3BOHOYHBIX BOOOIIIE U B Ipeenax
KOHKPETHBIX TaKCOHOB, HE MPEACTABISIETCS BO3MOXXHBIM B paMKax OJHOro o03opa. PazBuruto
MMMYHOJIOTHH OECHO3BOHOYHBIX, @ TOYHEE — CAMOro IMpeACTaBieHHs 00 HBOJIOLHUOHHON
UMMYHOJIOTHH, MOCBSIIEHO MHOXKECTBO KHUT M MoHorpadwuii (cm., Hampumep: Ratcliffe et al.,
1985; l'amaktuonos, 2005; Soderhéll, 2010; Cooper, 2018). D10 HampaBiIeHUE TIPEACTABISICTCS
MEPCIIEKTUBHBIM HE TOJBKO C TOUKH 3peHHs (yHIaMEHTAIbHBIX HCCIEIOBAHUN, HO U C TOYKH
3pEHHs] BO3MOXKHOTO TPUMEHEHUSI 3HAHUN 0 MHOTO0Opa3ri MMMYHHBIX CHCTEM B CAMBIX Pa3HbBIX

obnacTax JCATCIIbHOCTH YCJIOBCKA.

AHHenuAbl — OfIHa U3 KJIIOUEBBIX I'PYMI MEPBHYHOPOTHIX OECIIO3BOHOYHBIX KMBOTHBIX.
3anonHsomas LEJIOMUYECKYI0 MOJOCTh Tejla AaHHENIUJ XUAKOCTb BBINOJIHIET MHOXXECTBO
BaXHBIX (YHKUIMHA: ONOPHYIO, TPAHCHOPTHYIO, TIOJOBYIO, 3allUTHYIO (MMMYyHHYI0). B
LEJIOMMYECKON KUJIKOCTH OOJIBIIMHCTBA AaHHEIUJ MPHUCYTCTBYIOT CHELHAIU3UPOBAHHBIE
HOMYJISAUK  CBOOOJTHBIX KJeToK. Haumbosee oOmiee Ha3BaHMEe (OPMEHHBIX 3JIEMEHTOB
LEJIOMUYECKON JKUAKOCTH — LEJIOMOLUTBL. DJTO KIETKM PAa3HOrO pasMepa M B LIEJIOM O4YEHb
pa3zHooOpa3Hol MOP(hOIOTrHH.

@DyHKIUY 1IETOMOLIUTOB BO MHOTOM CBSI3aHbI ¢ ()YHKIHMSMHU CaMOro LeJIoMa. DTU KIETKH
MOTYT BBINOJIHATH TPAHCTIOPTHYIO (PYHKINIO (HampuMep, NEpeHoC KUCI0poaa), Tpodudeckyto (B
YaCTHOCTH, OCYUIIECTBJISIE NMUTAHHME CO3PEBAIOIIMX TaMET), U, BEPOSTHO, BBIIEIUTEIbHYIO U
HAKOINUTENIbHYI0 (DYHKLUH (XJIOparoreHHble KIeTKH). Takke LEeTOMOLUTBI SBISIOTCS KIIOYEBBIM

15



KOMITOHEHTOM UMMYHHO# cuctemMbl anHeuA. OHKM 00€CIIeUnBaAIOT PACIIO3HABAHHE TYKEPOTHOTO
MaTepHaia, ero MocjieayoNIyro HTMMUHAIIIO MITH U30JISLHIO.

[lemoMonMTBl  pa3HBIX THIIOB MOTYT TPOAYLHMPOBAaTH T'yMOpPAJbHBIE (aKTOPHI,
yyacTBymone B uMMyHHOM otBeTe ([amaktuonos, 2005; Sima, 1994). AxrtuBHble (hakTOphI
IUIa3Mbl [[EIOMUYECKON JKUAKOCTH — pa3JIMYHbIC JICKTHUHBI, OCJIKH HMMMYHOTJIOOYJIHMHOBOTO
ceMeicTBa, OCJKH CHCTEMbI «IIPOTOKOMJIEMEHTa» — OCYIISCTBISIOT  pAcCIO3HABAHUEC
qy)KepOJHOTO MaTepuasia, OICOHM3AIMIO, arrjlOTHHAINIO, AKTUBAIMIO (arouuTo3a M BECh
CUTHAJIMHT, HEOOXOAMMBIH JUIsi MIMMYHHOTO OTBETa Ha YPOBHE BCETO OPraHU3MA.

LletoMOLIMTBI pearupyroT Ha MHOXECTBO BHEIIHHX (DaKTOPOB M CIIOCOOHBI K OBICTpOM
aJlanTaly B Cllyyae BOSHUKHOBEHHS HEOOXOIUMOCTH UMMYHHOTO OTBeTa. B yciioBusx cTpecca
¥ aKTUBAllMM 3AIIUTHBIX PEaKIMi, a TakKe B YCIOBHAX AaKTUBHOTO CHHTE3a T'yMOPAJIbHBIX
(GakToOpoB B IEIOMOLUTAX MPOUCXOJUT HM3MEHEHHE TOMEOCTa3a KIETOYHOI'O IIPOTeoMa.
OCHOBHBIE CUCTEMBI KOHTPOJISI COCTOSIHUS KJIETOYHOT'O MPOTEOMa Y DYKapUOT — 3TO YOUKBUTHH-
NpOTEacOMHAasi CHUCTeMa W KOMIUIEKC IanepoHoB. DOYHKIMOHMPOBAaHHE TMPOTEACOM |
CONPSDKEHHBIX MOJICKYJISIPHBIX KOMILIEKCOB B YCIOBHSAX HMMYHHOW aKTHBAalMM IIOAPOOHO
U3y4CHO y MIICKONHUTAIOUINX, OJHAKO HEKOTOphIC JAaHHbIE MUMEIOTCS W U TPEACTaBUTEINCH
Pa3HBIX TAKCOHOB OECIIO3BOHOYHBIX KHBOTHBIX.

Wcnnenosanusi, mocBenieHHbie cucremaruke annenua (Struck et al., 2011), mokasamnw,
gyro Takconsl Polychaeta u Oligochaeta He sBistirorcst MoOHOGMIETHYHBIMH. [10CKONBKY JaHHOE
UCCIIeJOBaHNE MPAaKTHUECKH HE KacaeTcsl BOIPOCOB BHYTPEHHEH CHUCTEMAaTHKU aHHENW, O[]
tepmuHOM Polychaeta mbr moHmmaem Mopckux aHHenmuna Sensu lata, tak kak OONBUIIMHCTBO
paccMaTpuBaeMbIX B JIMTEPaTypHOM 0030pe WCCICIOBaHWI OCHOBaHbl Ha NpEAbIIyIIeH
KiaaccuUKaIuy, MOapa3IeIIionIeii THIT aHHe | Ha Tpu Kiacca — Polychaeta, Oligochaeta u

Hirudinea.

2.2. Mopdoaorusi, iuToreHe3 u PyHKIUHN 1eJTOMOIMTOB AHHE U/

Enunoit xnaccudukanuy 1meITOMOIMTOB 0 CHUX IMOP HE CYIIECTBYET Jake B paMKax
pa3HbIX TpyNN aHHENWA. B nepByro ouepenb 3TO CBA3aHO C TEM, UTO OCHOBHBIM KPUTEPUEM IS
pas3aciiCHud OTUX KIETOK Ha TPYIIbI OBUIM M OCTArOTCS Mop(bonornqecm/le IIPpHU3HAKH.
WuTepnperanyst MOp(OIOTHUECKUX AAaHHBIX 3aBHCUT OT BBIOpaHHBIX METOAMK HAONIOICHUS,
¢dukcanuu U okpacku. Yacto y ONM3KUX BHJIOB BBIICISIOT Pa3HOE YHCIO TUIIOB I[EJIOMOIIUTOB.
dopMHpOBaHUE YHHBEPCATBHONH  KIACCH(PUKAIWK  LEIOMOLUTOB  TaKXKE  OCIOXKHSCTCA
€CTEeCTBCHHBIMU (paKTOpaMu — TOJIUMOPGU3MOM TPHU3HAKOB OT OCOOM K OCOOHM, a Takke
MPUCYTCTBHEM B IEJIOMHUYECKOW KHUAKOCTU KIETOK pPa3HON CTEMEeHH 3pPEJOCTH U C Pa3HbIM

(GyHKIMOHATBHBIM cTaTycoM. Kpome TOro, 3a Bce BpeMsl HM3Y4YeHHs HTOrO BOIpoOca IO
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OTHONICHUIO K KJIETKaM TIOJIOCTH TeJia KOJbYAThIX YepPBEH MCCIIENOBATENN YIOTPEOISIA caMbie
pasubie TepmuHbl. K npumepy, B panaux padorax (Romieu, 1923; Thomas, 1930) BcrpeuaeTcs
TEPMUH (ICHKOIUTBI», TaK KaK TPU OMHCAHWU STHX KIETOK aBTOPHI MPOBOIWIN TPSIMYIO
AQHAJIOTUIO C KJIETKAMHU KPOBU TO3BOHOYHBIX YKHUBOTHBIX. OTCYTCTBHE €IMHON HOMEHKJIATYPHI
3aTPyIHSET COIMOCTABIICHUE PA3HBIX CHCTEM KJIacCHU(UKAIUU Ipyr ¢ aApyroMm. Hakower, s
MHOTHUX HW3YYCHHBIX C 3TOH TOYKM 3PCHUS BHJOB KOJHYATHIX UYEPBEH CYIIECTBYIOT TOJBKO
onmcaHus, caenanaple B KoHie XIX — nagae XX croneTus, ¥ ¢ TexX mop 3Ta uHdopmaius He
OOHOBJISIIIACH M HE MTOATBEPIKIaIach COBPEMEHHBIMU METOaAMH.

CornmacHo oAHOM W3 caMbIX OOLIMX U3 TNPEAIOKEHHBIX Kilaccuukanuii, cpeau
[[EJIOMOIIMTOB aHHEU/I B IIEJIOM MOKHO BBIICITUTH TPH OCHOBHBIX THIIA: aMEOOIUTHI, JICOIUTHI
u ospurpouutsl (Vetvicka, Sima, 2009). OTKpHITBIM OCTAae€TCS BOMPOC B3aUMOCBS3H U
B3aMMOOTHOIICHHUSX TMOMYJSIMHA LEJIOMOIIMTOB C MOMyJsIuei KiIeTok KpoBu. CyliecTByeT
MPEIIONIOKEHNEe, YTO Y HEKOTOPBIX BHJOB MOXKET MPOUCXOJUTh MHUTPANUS KICTOYHBIX
AJIEMEHTOB MEX]y IIEJIOMUYECKOW MOJIOCThI0O U KpoBeHOocHOU cuctemoii (Lunetta-D’Ancona,
Russo, 1982; Vetvicka, Sima, 2009). DTto co3maeT IOMOJHUTEIbHBIC CIIOKHOCTH IS

KOppCKTHOfI KJ'IaCCI/I(bI/IKaI_II/II/I KakK [CJIOMOIHUTOB, TaK U KJICTOK KPOBU (FeMOI_II/ITOB).

2.2.1. Oligochaeta

[IpeacraBuTEM OJIMTOXET ABJISIOTCS MOMYJISPHBIMU MOAESAMHE JUTSI M3YYEHUS HMMYHHOU
peakTHBHOCTH Oecro3BoHOUHBIX KUBOTHBIX (Bilej, 1994; Cooper, Roch, 2003; Bilej et al.,
2010). Ha mpencraButensx cemeiictBa Lumbricidae Obputo TOKa3aHO HaJIM4YWE y aHHEIH]
MEXaHU3MOB, CXOJHBIX C HMMMYHHOH MaMAThIO. OKCIEPUMEHTHI TOKa3ajl CIIOCOOHOCTD
JOXIEBBIX YepBell K OTTOP)KEHHIO aJUIOTeHHBIX TpaHciutantantoB (Cooper, 1968; 1969).
W3yueHne peakiuy Ha TPAHCIUIAHTAHTHI Y Pa3HBIX TPYI 0€CIIO3BOHOYHBIX KHBOTHBIX HAYaJlOCh
UMEHHO ¢ dKkcnepuMeHToB Kymepa. [loapoOHee ¢ pa3BUTHEM 3TOrO HAIPABICHUS MOXHO
03HaKOMHUThCS B Ccrienain3upoBanaom o063ope (Cooper, Roch, 1994).

C oaHOW CTOpOHBI, Oyarofapsi HWHTEPECy HCCIEAOBaTeNIe K HM3YYEHHIO KJIETOYHBIX
AJIEMEHTOB IIEJIOMUYECKON JKHUIKOCTH, OJUTOXETHI SIBIISIOTCS HaWOoJiee MOJHO H3YYCHHOM
rpynmnoit anHenun. C Jpyroil CTOpoHbI, OoJibllias 4yacTh HMHGOpPMAIMK IOJyuyeHa B XOJe
UCCJIEIOBAaHUM MOJENIBHBIX OOBEKTOB — IIPEHMYIIECTBEHHO TMpEACTaBUTENEH ceMelcTBa
Lumbricidae (B mepByto ouepenn, pogos Lumbricus u Eisenia).

Pa3HOOOpa3ue THIOB IICIOMOIIMTOB 3HAYMTEIBHO pa3iMyacTcs y MpeICTaBUTEICH
pPa3HBIX CEMENCTB M JaX€ BHYTPU OJHOro cemeuctsa. [loka3aHO, 4TO YMCIEHHOCTh U COCTaB

MOMYJISAIUK TIEIOMOIIMTOB OJIUTOXET sABJsIeTCss Buaocteruduunon xapaktepuctukoi (Kurek et
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al., 2007). Kpome TOro, xauecTBEHHO-KOJUYECTBEHHOE COOTHOIICHUE Pa3HBIX THIIOB KIETOK
3aBUCHT OT WHIWBHIyAIbHBIX YepT (Hampumep, Bo3pacTa) W (PU3HOJIOTHIECKOTO COCTOSHUS
KOHKPETHOW OCOOH, a TaKK€ B 3HAYMTEIHHOW CTENCHHW OT BHEIIHUX YCJOBHM, B TOM 4YHCIIEC,
BPEMEHH ToJla U CTEMEHH 3arps3HeHHOCTH Mectooburanus (Jamieson, 1992; Cooper, 1996;
Kurek, Plytycz, 2003; Kurek et al., 2007).

Cpenu [ETTOMOITUTOB OJIMTOXET MOKHO BBIJICIIHTH JIBA OCHOBHBIX THIIA: aMEOOIUTHI U
sneonutsl (Vetvicka, Sima, 2009). BHyTpu 3THX THIIOB KJICTOK BO3MOKHA 0oJjice IOJHAS W

npoOHast MopdodyHKIMOHATBHAS JU(depeHIranus.

AMe00IHUTHI

B obmem ciiyuae aMe0OLUThI — 3TO MOJABUKHBIE KIETKH, 00pa3yrolue MCeBA0NO0IUuN U,
KaK [paBUJIO, crnocoOHble K (arouutody. Ha ocHoBaHumum nuromMopdomeTpuueckux u
IUTOXUMHUYECKHX Tpu3HaKkoB y Lumbricus terrestris Linnaeus, 1758, TunuyHOro mpeacTaBuTEIs
cemeiictBa Lumbricidae, ObUTO BBIZETICHO YETHIPE OCHOBHBIX THIIA aMeOOIUTOB. 0a30(UIIbHBIE,
armoduiabHbIe, HeHTpoduiIbHbIE U rpanyaonuTel (Stein et al., 1977; Cooper, 1996) (Puc. 1)
(3nech u nanee: Tabnuisl — [punoxenue |, pucynku — [punoxenne 11).

bazo¢punbHpie amMeOOIMTHI B HEIOMHYECKOW JKHJKOCTH OTUX 4YepBed camble
MHOTouncIeHHbBIE. X pasMep BapbupyeT oT 5 10 100 MM, B cpeaeM — okoiio 30 mxM. KieTkn
MOTYT HUMeTh HeOonbline 0a30QMiIbHBIE TpaHylbl W/WIM c1a00 BbIPAKEHHBIE MYYKU
¢bunamenToB. JXXuBble 0a30(pUIbHBIC KJICTKH OOpa3ylOT TCEBIOMNOIWN pa3audHoi (opmbl. B
Oonee KpynHbIX 0a30(MIBHBIX IEJIOMOLUTaX €cTh HEOOJbIINEe, HO pazIMYyuMble Ha
CBETOONTHYECKOM YpPOBHE BaKyOJIH. XPOMAaTHH B S/Ipax 3TUX KJIETOK OOBIYHO HAXOIUTCS B
KOHJICHCHPOBAHHOM COCTOSIHUH.

Atnopunbaeie KJIETKH OOBIYHO HMEIOT TpaHyiasl, W y L. terrestris moryr ObITh
NOJpa3/iesieHbl Ha JIBa TUIA B 3aBUCHUMOCTH OT pa3Mepa IpaHyl. B cpeaHem pasMepbl KIETOK
cocraBisaroT 10-30 MxM. B kietkax | Tuma MHOTO MENKHX TpaHyJ, SApO CMEIIEHO OT IIEHTpa K
nepudepun; nuroruiazma kietok Il tuna conmepxxut Oosee KpyrHble anuao(UiIbHbIE TPAHYIIbI
WJIA BE3UKYJIBI, AJIPO PACTIONOKEHO OJIMKE K IIEHTPY KIETKH.

Heiitpodunsl umeroT oueHb pasuble pazMepsl — oT 12 no 40-50 mxm. B aTux kierkax
MOTYT HaOJIIOJaTbCs MaJICHbKHE BaKyOJIM W/WIM HEOONbIINE TPaHyJbl, HEOTINYUMBIC TI0
OKpacke OT IIBEeTa IIUTOIUIa3MBL. SIJIpo 4acTo CPaBHUTENBHO KPYITHOE.

['panynonutel ObUTM BbIETCHBI aBTOPAMU B OTAENBHBIM TUI Ojaromaps TOMY, YTO UX
rpaHyJjbl XOPOIIO BUAHBI 0€3 NpeABapUTEIbHON OKPAaCKU. DTO TPaHyJsbl Pa3HOTO pa3Mepa M
OKpAIIIMBAIOTCS MTO-Pa3HOMY; XapaKTEPHOH 0COOCHHOCTBIO SBIISICTCS HAJIHMYUE B OJHOM KIIETKE U
0a30(UITBHBIX, U a0 (PUIBHBIX TPAHYI.
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Kpome mnepeunciieHHBIX THIOB, aBTOpbl oTMeTwin y L. terrestris nammdme KieTok,
KOTOpBIE coYeTasii B ce0e YepThl IBYyX WK OoJiee THIOB. VX YMCIEHHOCTh COCTaBHIIA TIPUMEPHO
2% ot obrieit momysaiuu ameboruToB (Stein et al., 1977).

Ha ocHOBaHMU yJIBTPAaCTPYKTYPHBIX JaHHBIX y TOTO K€ BHJa 3eMJISTHBIX YepBed ObUIH
BBIJICJIEHBIl JpPYTHe, HE aHAJIOTUYHbIC NpPEIbIAYIIeH KiacCu(pUKAIMH, TPU THUIMA aMeOOIUTOB:
THAJTMHOBBIE aMEOOLMUTHI, WM JICHKOUWUTHI (HA THCTOJIOTMYECKHX Mpernaparax HMMEIOIIe
0a30(UIbHYI0 OKpacKy), TpaHyJsIpHbIE aMeOOIuThl (HeUTpodmiabHbIE W 0a3o(wiIbHBIC) U
ameOonuThI ¢ BKiIrOueHusMu (atmaoduibaeie) (Linthicum et al., 1977; Cooper, 1996).

[To3nnee o0e mpemIoKeHHBbIE KIaCCU(PUKAMH MPUMEHSUIM K EIOMOIMTaM JAPYTHX
BuoB soMOpunua (Tadn. 1). YV Eisenia foetida Obuin  BbimeneHbl 0a30(GuUIbHBIC |
aruIopuIbHBIC JICHKOIUTHI, HeHTpodmIbHbIe amebouuTsl u rpanyionuTel (Calisi et al., 2009).
Y Dendrobaena veneta oOHapyxeHbl amMeOOLMTHI (aHAJIOTHMYHBIE B JTOW KiacCU(UKAIUU
TMaJIMHOBBIM ameOouuTam, Jieikonuram) u rpanyiomutel (Adamowicz, 2005). [Ipu stom Ha
OCHOBaHUM JIaHHBIX CKaHUPYWOIIEW W TPAHCMUCCUOHHOW JJIEKTPOHHOM MHUKPOCKOIIMHU
amMeOOoIMThI OBLTH TOPa3ICIICHbI HA JIBa TUIA. | MAJIMHOBBIE U TPaHYJISIPHBIC aMEOOIMTHI TAKXKE
obutn BeigenieHsl y Allolobophora chlorotica (Kurek et al., 2007).

Ilo Bcell BHOUMOCTH, BBIICJICHHE JBYX OCHOBHBIX THUIIOB aMeOOLMUTOB (THaIMHOBBIC
aMeOOoIUThl (JICHKOIUTHI) W TpaHyJsApHbIE aMeOOLIMTH) HA OCHOBAHHH MOP(OTOTHYECKHX U
YIIBTPACTPYKTYPHBIX XapaKTEPUCTHK SIBIISIETCS 00Jiee YHUBEPCAIBHBIM U BIIOJHE NMPHUMEHUMO K

Pa3HBIM BHJIaM JTFOMOPHITH].

Nudopmaryss 0 I[EITOMOIUTAX MPEJACTABUTENEH JPYyruX CEMEWCTB OJMTOXeT Oolee
(parmeHTapHa ¥ WHOTA MPOTHBOpeurBa. OTHAEIbHBIC TUITHI aMEOOIIUTOB YaCTO OBLIA OTHUCAHBI
noj crenupUUeCKUMU Ha3BaHUSAMH. [IOMBITKH CO3/aTh OOIIYI0 KIacCH(PHUKALIUIO IIETOMOIIMTOB
HpeanpHHUMATNCh Ut npeactaButeneit Enchytraeidae. ¥ mpencrasureneit pogos Analycus,
Achaeta, Henlea, Bryodrilus u Grania Obut onrican Bcero oaud Tum ame6orutos (Brinkhurst,
Jamieson, 1971). V Enchytraeus fragmentosus Ha OCHOBaHWH YIBTPACTPYKTYPHBIX TaHHBIX
ObLTH BbIIENICHBI Ba TUMA: (haronuThl (aMeOOIUThI) ¥ MYKOIMTBI, B PAHHUX HCCIICAOBAHUAX
omucanubie Kak «uMponutey (Hess, 1970). Tlo3aHee «rpaHysIIpHBIA MYKOIMT» OBUT OMHCaH
Kak ocHOBHOW Tun 1eiomorroB y Lumbricillus mirabilis, L. reynoldsoni u L. rivalis. Kietku
9TOTO THITA COJEPIKAT TPaHyJIbI, BKIOUYAOIIHE OOIBIIOE KOJINYECTBO MYKOMOIMCAXaPHIHBIX H
NPOTEHHOBBIX KOMIUIEKCOB C OYCHb HHM3KHM COJACP)KAHUEM JIMIUAHBIX KOMITIOHEHTOB. JTH
rpaHyJbl 00pa3yroTcs B ammapare ['OIbKH M MMEIOT Pa3HYI CTPYKTYPY B 3aBUCHMOCTH OT
CTEMEHHU «3pesiocTy. AMeOonuThl mpeacraButeneil poxa Lumbricillus moxpasaesnensl Ha aBa
THUIIA, PA3IUYAIONIUXCS B TIEPBYIO ouepean unciioM u ¢popmoit iceBnonoanii (Richards, 1980).
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MyKOIIUTBI TaK)Ke OMHCAaHbI KaK OCHOBHOW W3 THIOB IenomornuToB aias Pontodrilus
bermudensis Beddard, 1891 (cem. Megascolecidae) (Jamieson et al. 1981, Wampler, Jamieson,
1986). CortacHO 3TOMY OIHCAHUIO, MYKOIMTHI IPEACTABISAIOT Co00# cTaanto quddepeHIranin
JPYTOro KJIETOYHOTO TUTIA — «JTHHOIIUTOBY.

Kretku, cxomaabpie 10 MOPQOTIOTUN C MYKOITUTAMH SHXUTPEU] M METACKOJICIIH]I, OTTMCAHBI
s upeacraButencii  cemeiictBa  Tubificidae (Envall et al., 2008). Ha ocHoBanuu
MOP(OJIOTHUECKUX MMPU3HAKOB aBTOPHI BBIJCIWINA TOJIBKO OJJUH THII IIEJIOMOIUTOB Y U3yUEHHBIX
BOCBMH BHJIOB: TIISITH TmpencTtaBurenerd monacemeiictBa Naidinae u Tpex mnpencraBurenei
nozacemeiictea Rhyacodrilinae. Dto kietku 0e3 mceBAONOANH, C OKPYKEHHBIMH MEMOpaHOM
IpaHyJIaMH, BEIPaXCHHBIM MepoxoBaTeiM DIIP u 60bmmM KomrmaecTBoM pubocom. [1o MHEHHTO
ABTOPOB, 9TH KIETKU SIBISIOTCS OTICIBHBIM, paHee HE OTMEYCHHBIM, THUIIOM, HO M3 BCEX

OIIMCAaHHBIX THIIOB ICJIOMOIMTOB K HUM OJIM>KEe BCEro MMEHHO MYKOIIUTHI.

I[To Bceli BuaummocTH, B 00mEM cly4ae IyJd amMeOOIMTOB OepeT Hadaio B
IpeoOpa30BaHHBIX YYaCTKaX LIEJIOMUYECKOrO 3MUTENUs B PAa3HbIX YACTAX OPraHU3Ma OJMUIOXET
(Puc. 2, 3). Onucansbie cailThl Ipoardepannn, Kak IPaBiIo, SIBISIOTCS CIIEUaTN3HPOBAHHBIMU
yuactkamu tenorenus (Fischer, 1993; Sima, Slipka, 1995). OaauM 13 BO3MOXHBIX HCTOUHHUKOB
aMeOOIIMTOB SBJISIOTCS OTIENBHBIC TMPOJIH(EPATHBHBIE YYaCTKA BBICTHIIKH JHUCCETTMMEHTOB
(Burke, 1974). CrieunaibHbIe OpraHbl, T. H. «JTUMQGOUTHBIC KeTe3b» (MK «KPOBSHBIC JKEIE3bD),
«KPOBSIHBIE (DOJUTHKYJIBI» ), ObLIM OMHCAHBI JJIsl HEKOTOPBIX Hpencrasurenei poxos Lumbricillus,
Sparganophilus, Maoridrilus, Pheretima wu Pontodrilus (Sima, 1994). Dtu opraus
IPEJCTaBISIOT COOOM BHUIOM3MEHEHHBIM Ha ONPEJENIECHHBIX YYacTKaX AIUTEIUN BBICTUIKU
cocynoB. HemocpencTBeHHO MOMyISIIUs aMeOOIUTOB Y JIIOMOPHIMA B OOJBINCH CTENeHH
CBsI3aHa C yYaCTKaMHU MapHETATbHOTO HENOTeINs U BBICTHIKOM auccenumenTtos (Stein, Cooper,
1983; Homa et al., 2008) (Puc. 3 A, B).

JlJiss HEKOTOPBIX BHUJIOB IOKA3aHO IMOBBIIICHUE MPOIU(PEPATHBHON aKTUBHOCTH B KOHKPETHBIX
yYacTKax IEeJOTENUs B OTBET Ha pa3jIMyHbIe BUIBI cTpecca. Tak, y HEKOTOPBIX 3eMHBIX YepBeEi B
Ka4yecTBE 3al[UTHOM peakUuu NPOMCXOJUT BBIOPACHIBAHHE YACTH IETIOMUYECKOM KHJKOCTU
yepe3 jgopcanbHble mopel. Y Dendrobaena veneta npu BoccTaHOBIEHHMM TyJa IIEIOMOIIMTOB
nocie MoJoOHOW peakuuu HaONoIaeTcs akTUBHas mpoiudepanus B ydacTKax IIEIOTENHUs
BOKpyr Mmetanedpuaues u tudosons (Olchawa et al., 2006; Homa et al., 2008). Jlns Eisenia
foetida moka3ana axTuBauus TponUQepanud KICTOK-NPEIIICCTBCHHUKOB HAa Yy4acTKax
NapHeTALHOTO SIHTENUS B OTBET Ha CTUMYJISLMIO KOHKpeTHbIMH aHTureHamu (Bilej etal.,
1992). Bce 1emOMONUTHI JIFOMOPUIINT UMEIOT JOKa3aHHOE ME30JIepMAIbHOE MPOUCXOKICHHE
(Engelmann et al., 2002, 2005).
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AMEOOILUTHI OJUTOXET MPUHUMAIOT YACTUYHOE yYacTHUE B TPAHCIOPTE W HAKOILJICHHUH
nutarenbHbix BemecT (Valembois, Cazaux, 1970). OxHako ¥X OCHOBHOHM (pyHKIIMEH, MO BCEH
BUAMMOCTH, SIBIISIETCS Y4acTHE B 3aIUTHBIX PEAKIHAX. AMEOOIUTH BOBJICUEHBI B TPOIECC
pacro3HaBaHMs Yy>KEPOJHOTO MaTepHala U €ro MoCIeAyIolIeld AMUMUHAIIMKA Ha BCEX CTaIUsIX
uMMyHHOro otseta (Sima, 1994).

[TepBuyHas 3amuTa OT MATOTCHHBIX MHUKPOOPTAHW3MOB W JPYTUX HHOPOIHBIX YACTHII,
MOTIABIIMX B OPraHW3M YepBsl — 3TO MX (aronuTo3 UIMMYHHO-aKTUBHBIMU KJIETKAMH, B MIEPBYIO
ouepelb IEeTOMOLUUTAMU. DTOT OYEHb IPEBHHUM 3alIUTHBIA MPOLIECC MPOTEKACT MPAKTHUYECKU
OJIMHAKOBEIM 00pa3oM y pa3HBIX TPYNI MHOTOKJIETOYHBIX JKUBOTHBIX. CTaauM XeMOTaKCHca U
anre3u TPEOYIOT MPHUCYTCTBUS ONPEICICHHBIX T'yMOPAIBHBIX (DAKTOPOB, OCYIIECTBIISIONINX
pacro3HaBaHUe Yy KEPOTHBIX YACTHIl. Y KOJbUATHIX YEPBEH ONMUCAHBI HECKOJIBKO TPYII TaKUX
(aKTOPOB — JIGKTUHBI, arTJIFOTUHUHBI U Ap. CyJis 110 BceMy, aMeOOIUThI KOJIbYAThIX YepPBEil, Kak
U JpYyTux OECIMO3BOHOYHBIX, MPOIYIHUPYIOT 3TU (PAKTOPBI caMOCTOATEIbHO. Ha TepMHHAIBHBIX
cTtagusx (aromurTo3a B amMeOOLUUTax BHIPAOATHIBAIOTCS aKTHUBHBIE (OPMBI KHCIOPOAA, YTO
sBisieTcss  APQPEKTUBHBIM  MEXaHH3MOM YHUYTOXXEHHS IOTJIONICHHBIX ~MHKPOOPTaHH3MOB
(Dhainaut, Scaps, 2001; T'amaktuonos, 2005; Soderhill, 2010). C noapoOHbIM oOmUcaHuEM
M3BECTHBIX TYMOPAIbHBIX (DAKTOPOB OJUTOXET MOKHO O3HAKOMHUTBLCS B CICIUATH3UPOBAHHBIX
o630pax (Engelmann et al., 2002, 2005; Gupta, Yadav, 2016).

[Mpomecc QarommTo3a M3yyayncs Ha KIETKaX JOXKICBBIX YepBEHl Kak HAa MOICITHHOM
0o0BbeKTe, eIle HayhHas C MepBeIX uccrenaoBanuii MeunukoBa (Metchnikoff, 1893).
daronuTapHO AaKTUBHOCTH IEIOMOIIMTOB OJUTOXET MOCBSIIEHO JOCTaTOYHO MHOTO padoT
(Stein, Cooper, 1981; Shalev et al., 1981; Roch et al., 1983; Bilej et al., 1990; Dales, Kalag,
1992; Cooper, 1996; Adamowicz, Wojtaszek, 2001), omHako OOJBIIMHCTBO HCCIIEIOBAHUI
HOCUT  MOp(OJIOTUYECKHH WM  ONHUCATENbHBIM  XapakTep. M3ydeHHMe  KOHKPETHBIX
(U3HONOTHYECKUX MEXaHU3MOB OCYIIECTBIIEHUS (aroruTo3a y OJUTOXeT BeJIOCh HE Tak
akTuBHO. Ha maHHBIE MOMEHT u3BecTHO, 4To y L. terrestris pacmo3HaBaHue aHTHICHOB
OCYIIECTBIISIET CYOTOMYJISIIIAS HETPAHYJSPHBIX aMEOOIMTOB (TO €CTh, «JICHKOIMTHIY WIN
TMaJMHOBBIE aMeOOIMThI). DTH KIETKH JKCIPECCHPYIOT TOBEPXHOCTHBIE Mapkepbl Thy-1
(CD90) u Oera-2-MuKpoOrIoOynTMH — 00a THMA MOJEKYJ TNPHHALISKAT K CYINEepCeMEHCTBY
MMMYHOIJIOOYJIMHOB.

3eMIITHBIC YEPBHU UCTIOIB3YIOTCS B KAUECTBE BHJIOB-HHIUKATOPOB MIPH OIEHKE COCTOSHUS
OKpYIKalolIel Cpejbl, MOTOMY 4YacTh HMCCICIOBAHUN WX (DU3HOIIOTMH COCPEIOTOYCHA HA
U3y4YCHUH PEaKIMU STHX )KUBOTHBIX Ha pa3lIMuHbIe 3arps3HeHus u Tokcuubl (Fugere et al., 1996;
Galloway, Depledge, 2001; Cooper, Roch, 2003; Calisi et al. 2013). O6bekTOM HHTEpECa ITHX
UCCIIC/IOBAHMIA SIBIISICTCS OOIIasi peakiusi Ha pa3HbIe BHIBI CTpecca, W C ATOH TOYKU 3PCHUS

21



¢daronurapHas aKTUBHOCTh aMeOOLMTOB BBICTYHNAE€T TOJBKO Kak OJUH M3 OHOMAapKepoB.
KOHKpeTHBIM MEXaHHW3MaM 3TOT0 TpoIecca B TAKUX HCCIICJOBAHUSX BHUMAHUS YACISETCS
HEMHOTO.

WNuoponubie Tema, pa3Mep KOTOPBHIX MpPEBBIIIAET pa3Mep (HarolUTUPYIOUINX KIIETOK,
NOJBEPraloTCs TMPOLECCY WHKANCyIsAuu. VHKancymsnus — TNPUHIMIHAIBHO —BaKHBINA
3alIMTHBIA MEXaHW3M. DTOT MPOIecC MO3BOJISIET OBICTPO HW3OJMPOBATH KPYIHBIE HHOPOHBIC
TeNa, KOTOpbIe KUBOTHOE HE MOXKET YAAJIMTh U3 OpraHU3Ma WX Pa3pylIuTh, U OrPAaHUYUTH UX
KOHTaKT C COOCTBEHHBIMH TKaHAMH kuBOTHOro (["amaktmonoB, 2005). B ecrtecTBEeHHBIX
YCIOBHUSX MPOIIECC MHKATICYIISIMNA OCOOCHHO aKTyaJIeH MIPY 3apaKEHUHN KUBOTHBIX MMAaPa3UTaMH.

dopMHpOBaHUE KAIICYJIbl 3aKJII0YACTCS B arTperanyy eJIOMOIIMTOB BOKPYT Uy>KEPOIHBIX
YacTHIl. DTO MOTYT ObITh KJIETKU OaKTepuil, IUCTHI WU B3pOCible (OpPMBI MApa3UTOB, a TAKKE
HOBPEXJCHHbIE CTPYKTYpPbl CAMOIO OpraHM3Ma — IIETUHKH, MbIIeYHble (UOpHILIBL. 3a cyer
arperanuy OOJIBILEr0 YMCIIa IEIOMOIMTOB 3TH KaICyJbl ObBICTPO YBEITHMUMBAIOTCS B pa3Mepe; B
KAKOM-TO MOMEHT CaMblil BHEIIHUN CJIOM KJIETOK YIUIOIIAETCS M NEPECTAET MPUKPEIUIATh HOBBIE
LEJIOMOIMTEL. B 3TOT MOMEHT B KJIETKax KarcyJjbl MPOMCXOJUT HAKOIUICHHE NUTMEHTa, U
KarcyJja npuodperaer 0ojiee TEMHBIH OTTEHOK — II03TOMY HEKOTOpbIE HCCIEeI0BATEIN Ha3bIBAIN
TaKue Karcysbl «kopuuHeBbIMU Teabiiamm» (Valembois et al., 1992, 1994; Stein, Cooper, 1983).
[To Bcelt BUAMMOCTH, B KarcyJiax MPOMCXOAUT MPOIECC KaTaboM3Ma OKUCICHHBIX OPraHMIECKUX
CcyOCTpaToB, B KOTOPOM Yy4YacCTBYeT MeTaOONMMUYecCKuil Kackaj (eHonmokcuaassl — (GepMeHTa,
OTBETCTBEHHOIO 3a CHHTE3 MeJaHuHOBBIX mnurmentoB (Gupta, Yadav, 2016). AKTHBHOCTBH
(eHoNMoKCHAa3bl NIPH MeJIaHOTeHe3e y OEeClO3BOHOYHBIX CBSI3aHA C BBIIEJICHHEM CBOOOIHBIX
paauKaaoB, B YaCTHOCTH, akTWBHBIX ¢opm kuciaopoxa (Nappi, Ottaviani, 2000; Cerenius,
Soderhall, 2004; Nappi, Christensen, 2005), u ¢opmupoBaHHEM aMHIOUIHBIX (HUOPHILT
(Falabella et al., 2012; Grimaldi et al., 2012, 2014).

dopmupoBaHHe Karcysl BOKpYr Mapa3uTHYeCKHMX HemaTton Yy L. terrestris ommcano
MeunukoBeiM  (Metchnikoff, 1893). Kamcynel Bokpyr HemaTon OBLIM HCCIICAOBaHBI Ha
yIabTpacTpykTypHOM ypoBHe (Poinar, Hess, 1977). B Hux ObUH BBIIE/ICHBI ABa CIIOS: BHYTPCHHUIA
HEKJIETOYHBIN U BHEIIHUHN KJIETOUHBIN, COJAEPKALINI KaK MUHUMYM YeThIpEe THIA 11€JIOMOILUTOB, B
TOM YHCJIe TpaHyJsipHble U HerpaHyJsipHele amebouutsl. Kamepon (Cameron, 1932) nabmonan
(dopMupoBaHUE KarcCyll BOKPYT XJIOTIKOBBIX HHTEH, HKCIIEPUMEHTAIBHO BHEAPEHHBIX B MOJOCThH
tema JroMOpuia. COrjlacHO ATOMY ONHCAHHIO, JKCIEPUMEHTATBHBIE KarCylbl YaCcTHIHO
KaJbLIMHUPOBAIIMCH HAa CEBMOM JECHb MOCIIE Hayalla MHKATICYJISILINH.

OObrunble must L. terrestris mapasutsl — criopoBrku poga Monocystis. DkcriepuMeHTaIbHO
MOKa3aHO, YTO KOHTAKT MHIMCTHPOBAHHBIX CTAIMI Mapa3uTa C IETOMOIUTAMHU IN VItro BbI3bIBACT
PEaKLMI0 MHKANCYJSIMU. [IporucXoaur nerpanyisiusl UUTOIUIa3Mbl 1IEJIOMOLMTOB, IIPU 3TOM B
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KJIeTKaX OTMEYaeTCs TIOBBIIICHHE KOHIIEHTpauuud (PEpMEHTOB, B TMEPBYIO OYepelb, KHUCIBIX
docdartas. [Ipu 3TOM B3pOCITBIE TPOPO30UTHI CIIOCOOHBI M30eraTh MMMYHHOT'O OTBeTa X03suHa. Ha
napaszurtoB poxoB Giardia u Cryptosporidium, KoTopsie B €CTECTBEHHBIX YCIOBHUSIX HE BCTPEYAIOTCS
y 9TOro BHIAa 4YepBei, peakiys IEJIOMOIMTOB B SKCIEPUMEHTE OKa3alach Tropasio MeHee

BeipakerHo# (Reinhart, Dollahon, 2003).

J1e0UTHI

DJEeOoLUTHI OJUTOXEeT TAKXKE MPEJCTABISAIOT COOON reTeporeHHyo Ipymmy kietok. Poca
(Rosa, 1896) BBen TEpPMHH «3JICOILMT» ISl OMHCAHUS KJICTOK, COACPIKAIMX B IMTOILIA3ME
KpYIHbIE JIUNUHbIE Karuid. B Oosiee mo3qHux padoTax Juisl OMKUCAaHUs 3TOTO THUIA KJIETOK TaKKe
UCIIOJIb30BAJIM TEPMUHBI «XJIOPArOLUThD» (MM XJIOPArOreHHbIe KJIETKHN), «3PracTolaacTH4ecKue
XJIOparouuTh». BrogHe BeposTHO, YTO 3TU TEPMHUHBI YHOTPEOJSIIM 110 OTHOLICHHUIO K Pa3HBIM
craqusaM  auddepeHuman  OAHON KiIeTOUYHOW JMHMUA. HeKoTopble aBTOpHI HAa3bIBAIU
XJIOPAarOr€HHbIMM ~ KJIETKAMM ~ DJICOLUTHI, TPUKPEIUICHHBIE K IEJIOMHYECKOW BBICTHIIKE
KHUILIEYHHUKA, KOTOPBIE TIOCIIC OTKPEILUIIOTCS M CTAHOBSTCS CBOOOAHBIMHE AuieornutaMu (Jamieson,
1981; Jamieson, 1992; Affar et al., 1998; Vetvicka, Sima, 2009).

Mopdomnorust 3JI€0UTOB MOXKET BapbUPOBaTh OT OBAJIBHBIX IO OKPYIJIBIX WU
IIPOJIOJITOBATHIX KJIETOK C AUaMeTpoM B auana3zoHe oT 10 1o 60 MKM. boNbIIMHCTBO 3J1€0LHUTOB
UMEIOT B LMTOIUIa3Me c(epudecKkre IpaHylibl U XJIOparocomMbl — BaKyOJId, HaKaIUIMBaroIllIue
pa3IM4YHbIE BEIIECTBA, B TOM YHWCIIE JIMMUABI U MOIMCAXAapUIbl. DTH KIETKH OTMEUYEHBI Y BCEX
BUJIOB OJIMTOXET, U3Y4YECHHBIX C OTOM TOYKH 3pEHHUs. B nureparype MpakTUYeCKu HE BCTPEYaeTCs
PACXOKJICHUN TPU ONPEIEICHUN DJICOLUTOB KAK OTIEIBHOIO THIA LeJIOMOUUTOB. Pasnenenue
9JIEOUTOB Ha MOJTUIBI OOBIYHO OCHOBAaHO HA pPa3MEpPHBIX XapaKTePUCTHKaX U COCTaBe

BKJIFOUECHUH.

DJIEOLHUTHI OJIMTOXET, KaK U aMeOOIMTHI, TUPPEPSHIUPYIOTCS U3 CIICIUATH3UPOBAHHBIX
YYacTKOB IleloMHueckoro smutenus (Jamieson, 1992; Affar et al., 1998). Jlns mromOGpuinmg
MOKa3aHO, YTO MCTOYHUKOM JJICOIIMTOB B MEPBYIO OYEPE/b SBISIOTCS [EIOMUYECKasi BBICTHIIKA
BOKPYT KHIIEYHHKA (T. H. XJIOparoreHHasi TKaHb) W BBICTHJIKA KPYITHBIX KPOBEHOCHBIX COCY/IOB
(Puc. 3B), Torma kak myn amMeOONMTOB OepeT HAdalo B y4acTKaxX IEJOTENHsl CTCHKU Tena
(mapueTanabpHOTO Ie0TeN s ) 1 quccenumenToB (Stein, Cooper, 1983).

DJICONMTHI WIPAOT POJb B THTAHWUH, BBIACICHUA W TOJJICPKAHUH OCMOTHYECKOTO
Oananca opranm3Ma. OHHM y4YacTBYIOT B MOJJICPKaHUU HOPMaJbHOTO ypoBHs PH u Oananca
HOHOB B IiejoMuueckoit xuakoctu (Prento, 1979; Affar et al., 1998). DneouuTsl CHHTE3UPYIOT
BHEKJIETOUHBIe bixatenabHbic nurmeHTol (Needham, 1966; Roots, Johnston, 1966; Fischer,
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1977), HakarIMBaIOT BEIIECTBA SHAOTCHHOTO MPOUCXOXKICHUS, TaKe, KaK UMb, TIIMKOTeH U
B HEKOTOPBIX clydasx Mykomosmcaxapuasl (Spicer, 1960; Roots, Johnston, 1966; Ireland,
Richards 1977), u sk3oreHHbIc BemecTBa, B 4aCTHOCTH, MeTautel U Tokcuusl (Needham, 1966;
Roots, Johnston, 1966; Prento, 1979).

3amuTHasS POJIb JJICOLMTOB M3ydeHa Ciado, W, O BCEH BHIMMOCTH, SIBIISIETCS BeChMa
OTPAaHWYCHHOW. DTH KJIETKH YacTO OCTAIOTCS HEAKTHBHBIMHA B TNPUCYTCTBUU OAKTEPHH WU
npyrux uaopoausix yactuil (Dales, Kalag, 1992). Onnako ux mOBeJeHHE Pa3IndacTCs Y Pa3HbIX
BUJIOB. y mpeicTaButesied poja Eisenia oHu mposBISIFOT (aronuTapHyr aKTHBHOCThb, a Y
Lumbricus — Hetr. OcHOBHast POJIb 3JCOIMTOB B MMMYHHBIX PEAKIMIX 3aKII0YAeTCS B CHHTE3C
HEKOTOPhIX aHTUMHUKPOOHBIX (akTopos (Valembois et al., 1982; Ville et al., 1995; Milochau et
al., 1997), a takke YaCTHYHOM ydyacTHH B mporecce umHKancyssuu (Stein, Cooper, 1983;
Valembois et al.,, 1992; Valembois et al., 1994). Kpome TOro, 3i€OIUTHl OCYIIECTBIISIOT
JNETOKCHKAIIMIO OpraHu3Ma, paboTas KaK «IOYKM HAKOIUICHWS € H30JIUPYS TOKCHYHBIC

BellecTBa oT octainbHoro opranusma (Cholewa et al., 2006; Lionetto et al., 2012).

2.2.2. Polychaeta

Cpeau 1eIOMOLUTOB TOJIHMXET TAKIKE MOKHO BBIJEIHUTD JBa OCHOBHBIX THIIA: aMEOOIUTHI
u sneonutsl (Vetvicka, Sima, 2009). B nenom u3ydeHne 3TOM TPYIIIBI BEIOCh rOpas3ao MEHee

HMHTCHCHBHO.

AMe00IUTHI

AMeOOLUTHl TPEACTABISIIOT CcaMyl0 OOJBIIYI0O M Pa3HOOOpa3HyH CyONOmyJsIUIO
1eOMOIUTOB MonuxeT. Cy/is Mo BCeMy, 3TOT THII KJIIETOK MPUCYTCTBYET Y BCEX BUOB MOJHUXET,
M3YYEHHBIX C ATOW TOUYKM 3peHus. Y OoJbllIel 4acTU BUIOB OHU COCTAaBJISIOT OCHOBHYIO YacCTh
TIOITYJISIIIAM IIEJIOMOITUTOB, & Y HEKOTOPHIX BHJIOB UX KOJUYECTBO OTHOCHTEIHLHO HEBEINKO. M3
BCEX M3YYEHHBIX BHI0B TOBKO y Sabellaria spinulosa ameGoruTel BooOIIEe He OBLIH OTMEUEHBI
(Dehorne, 1930). B omnom u3 mepBbix MaciitaOHbix 0030poB (Dales, Dixon, 1981) tun
amMeOOIIMTOB OIMCHIBACTCS KAaK «OTHOCHUTEIBHO HeOoiblIue, cinabo audQepeHIpoBaHHbIe
NOTEHIIMATBPHO (aronuTupyromue KieTkm». OmHako Mopdoorndeckne 4YepThl dTOro THIIA
KJIETOK CUJIbHO Pa3INyaloTCs y MpeACcTaBUTENeH pa3HbIX CEMEICTB MOIUXET.

Tak, OOBIYHBIM THUIIOM aMEOOLIMTOB SIBJISIFOTCSI BEPETEHOBHIHBIC KJICTKH C IEHTPaIbHO
PACTIONIOKEHHBIM OBAJILHBIM SIAPOM U € IMyYKaMu (DUIIAMEHTOB B ITUTOIIa3Me. BepeTeHOBHTHBIC
aMeOOIUThI, cojJepXkaliie HeOONbIIUe My4YKH GUOPHILII, TaKXKEe BCTPEUYAIOTCS B PaHHUX

omucanusx 1emomonuToB Perinereis cultifera (Romieu, 1921). »opu (Dehorne, 1925)
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onuchIBaN Hanmmuue GuOpmit Bokpyr siapa y Glycera convoluta u Nephtys sp. u Ha3biBan 310
SBJICHUE «JIMTHOMOMY, @ CAMH KJIETKU — «JIMHOLUTaAMM.

Pa3ubiMu aBTOpamMm Havamia XX CTOJIETHS HEOJHOKPATHO OIUCHIBAIUCH aMEOOIMTHI
pa3Horo pasmepa u GopMbl y TpeACTaBUTENEH PA3NUYHBIX CEMEICTB MONMUXET: y TeppeOeIu bl
Eupolymnia nebulosa, mupparynuasr Dodecaceria concharum, wepeuast Perinereis marioni u
appomutuasl Aphrodite aculeata. DTu ameOouMTBHI, Kak MNPaBUIO, HMEIOT OTHOCHUTEIHHO
HeOobmoi pasmep (5-20 MxkM), 00pa3yroT MCEBAONOINN M YACTUIHO CIIOCOOHBI K (harouTosy,
Hanpumep, kak y Perinereis macropus, Amphitrite johnstoni, Neoamphitrite figulus (Dales,
1964) u Hermodice carunculata (Marsden, 1966). IlutomiasmMa 3THX KJIETOK IO JIaHHBIM
ABTOPOB MOXET OBITh 303MHOMUIBHON ¢ 0a30(UIBHBIMU TPaHyJaMH, THAIMHOBOM, HENTpaIbHO
OKpAIlMBAIOLIEHCS U T. 1.

Jns  npencraButeneld  cemeiicrBa Nereidae ameOouuThl ObUIM  ONKMCAaHBI  Kak
«TPaHyJIOLUTHD) HM3-32 HAIMYMS B IIMTOIUIA3ME ONTHYECKH IUIOTHBIX rpanyn (Baskin, 1974).
[To3gHee TEpMHMH «TpaHyJIOLUTBHDY CTAIU YHNOTPEOJATh M IO OTHOLIEHUIO K IEJIOMOLIUTaM
MpEeCTaBUTENEH JPYTUX CEMEICTB.

[To mpeanoskeHHOW Ui HEpewuJ KIAaCCH(PUKAIUU MOXKHO BBIICIUTHh MATH MOJITUIIOB
rpaHyJIONUTOB (aMeOonuTOB). OHU pa3INYalOTCS TAKUMH MOP(OJIOTHICCKUMH MPU3HAKAMHE, KaK
dopMa KIeTKH, HaIM4Me Bakyosied W (umamenrto, pasmep rpanyn (Tabm. 2; Puc. 4). Jns
IpeJICTaBUTENed IPYruX CEeMENCTB TaKHUX KJIacCHU(PHUKAIUP HE CYLIECTBYET. Y OJHHUX U TeX XKe
BUJIOB TIOJIUXET Pa3HBIMU aBTOPAMU BBIJEISIIUCEH pa3Hble THIBI aMe0ouuToB. [TockonbKy B 3THX
OMMCAHUAX HWCIOJNB30BAHBI PA3UYHBIE METOAMKHM W TOAXOJbl K KIACCH(PHUKAIUU KIETOK,
npou3BecTH 00O0OIIeHNe Ha ypOBHE CEMeWcTBAa HE MPEACTABISETCS BO3MOXKHBIM. Takum
00pa3oM, E€IWHCTBEHHOW OTHOCHTEIIbHO OOmeld Kiaccupukamuern amMeO0IUTOB MOJTHXET
ocTaeTcsi TMpennokeHHas g Hepeua. OJHaKo Jaxke B pamMKax AdTOM KiaccupUKaluu
OTMEYAIOTCS KIIETKH «IEPEeXOJHBIX» WM «CMELIaHHBIX» (OpM, CcoueTalolue B CBOEH

MOP(}OJIOTHH YePTHI IBYX WK 0OJIee THIIOB.

HekotopeiMu  aBTOpamu OBUT  OTMEUEH MpPOLECC OBICTPOrO Mepexojia  OJHOTO
MOpP(HOJOTHUECKOT0 THIA KIETOK B JPYroif, HampuMep, B Ciydae O3KCIHCPHUMEHTAIbHOU
UMMYHH3AIHA JKHBOTHOTO — W3 HEAKTUBHOTO BEPETCHOBUIHOTO COCTOSIHUSI B aKTHBHYIO
ameoonauyro popmy. ¥ Clymenella torquata u Euclymene oerstedii stot nporiecc HaunHaeTcs ¢
nosBJIeHUs 6a30(UIIbHBIX TPaHYJ BIOIb (GUOPHILT B BepeTeHOBUAHBIX KieTkax (Pilgrim, 1965).

JIssi HEKOTOPBIX BHIOB IMOJHUXET KAaK OTACNIbHBIA THII OMUCAHBI HETPaHYJSIPHbBIC
ameOorutel. /s Nicolea zostericola ommcano nBa Tuma aMeOONMTOB, B KOTOPBIX Ha
yIBTPACTPYKTYPHOM YPOBHE He BhIssBIIst0oTCS rpanyiisl (Eckelbarger, 1976).

25



BOHpOC O B3aHMMOOTHOIICHHAX BBIACJICHHBIX Ha OCHOBC MOp(l)OHOFI/II/I TUIIOB

OCJIOMOIHUTOB IOJUXET OCTACTCA OTKPBITBIM.

[lo Bceil BUAMMOCTH, TaK e, Kak M B CIIy4ae OJIMTOXET, Myl aMeOOIMTOB
(rpanysonMTOB) OEpeT Hayajio B BHIOM3MEHCHHBIX ydYacCTKaX IEIOMUYECKOTO SIUTEIUS B
pa3HbIX yacTax opranusma nojiuxer (Puc. 3).

Jus  npencraBureieir  Sabellidae  kak  mpeanoioXKHWTENbHBI  HCTOYHUK — ITyJIa
IPaHYJIOLUTOB OMKMCAaHbI BBITSHYThIE OTPOCTKH HedpuaueB (Sima, 1994). V mpencraButencii
pona Aphrodita onwucansl «MdOHUIHBIC KEJIE3b» — pa3pacTaHHs IEIOMHUYECKON BBICTHIIKH
cocynoB (Fordham, 1925). ¥V Glycera sp. B kauecTBe y4acTKOB, MPOAYIMPYIOIIAX IPAHYJIOLUTHI,
ONHKCAHBl OTJCIIbHBIC YYAaCTKH IEIIOMHYECKOTO OIUTEIHMs CTEHKHM Tena (ImapueTaabHOro
nenorenust) (Sima, 1994). B arrjmomeparax Me3eHXMMAJBbHOW TKaHU BOKPYT COCYIIOB H
HE(PPUIAUEB Yy HEPEHJT TAKKE MPEIOIOKUTEIBHO MPOUCXOAUT Mpojirdepariys aMeOOIUTOB WIH
ux npexamectsennukos (Dehorne, 1922). Ha rucrosnioruueckoM ypoBHE Mporece mposudepannu
aMcOOIIMTOB M3 LIEJIOMHYECKOr0 SIMTEIMs CTCHKH Tenna mokaszan s N. zostericola (Eckelbarger,
1976), B ocTanpHBIX CIy4asX O MPOUCXOXKIECHUU OTHUX KIETOK TOJBKO BBICKA3bIBAIOTCS

IPETIONI0KEHUS.

I'panynonutsl (aMeOOIMTHI) MONMXET NPUHHUMAIOT Haumbojee AaKTUBHOE ydacThe B
KJIETOYHBIX 3alIMTHBIX peakuusiX. OHM OCYIIECTBISIOT (aroruTo3, MHKAICYIALUIO, a TaKKe
y4acTBYIOT B yCTpaHeHHH ToBpexaeHuii Tkaneit (Vetvicka, Sima, 2009).

B nuTepaTypHBIX JaHHBIX HET OJHO3HAYHOTO OTBETA HA BOIIPOC, BCE JIM THITBI WHOPOIHBIX
TEJ y TOJUXET MOJIBEPraroTCsl MHKANCYIsmu. KceHoreHHbIe 00beKTh OHOIOTHYECKON MPUPOIBI,
KaK MpaBWJIO, MOABEPralOTCS MHKANCYISIMU U pa3pymialoTca. C MOMOMIBIO SKCIIEPUMEHTOB Ha
npencTaBuTessx poxa NereiS mokazaHo, YTO HMHKAICYJSIMU TIOJIBEPTaOTCs OHOJIOTHYECKUE
MHUIIICHA, B TOM YHCIIC COOCTBEHHBbIC TMOBPEXJACHHBbIC OOmMUTHI W mietuHkH (Thomas, 1930).
JlerpagupoBaBiirie TKaHU JIOCTaTOYHO OBICTPO pa3pyllaioTcs Ha Oojiee MENKHE YacTHIbI U B
UTOTE TIOJTHOCTBIO JIM3UPYIOTCS. MICKyCCTBEHHO BHEIpPEHHBIE B XOJ€ SKCIIEPUMEHTa HHOPOIHBIE
MHIICHH a0MOTUYECKOH MpUPOIBI HE BCErJa OKAa3bIBAIOTCS WHKAINCYJIMPOBaHHBIMH. Tak,
UCIIONIb3yeMbIC B KauecTBE aOMOTHMYECKOTO TpaHCIUIAHTaHTa JIaTeKCHble mapuku y Nereis
diversicolor moaBepraroTCcs HHKAINCYJISIINH, KaK JII000# opraHndeckuit marepuai. B To jxe Bpems,
TUTACTUKOBBIE IIAPHKH, BUAUMO, B CHIIy CBO€H WHEPTHOW MPUPOJBI, y 3TOTO BUJAA IMOJHXET HE
BBI3BIBAIOT BBIPAXKCHHOW 3amuTHOM peakuuu (Porchet-Henneré et al., 1987). Jlns mpyrux

HpCI[CTaBHTGHGﬁ MOJIMXCT TaKUX JAaHHBIX HC CYIICCTBYCT.
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Taxoxe s N. diversicolor B skcriepuMeHTe MOKa3aHO, YTO B MPUCYTCTBUU HWHOPOJHOTO
TeNa y OKPYXKAIOIIMX €ro KJIETOK B BaKyoJsIX W ammaparte [onbku HaOMOIAeTCs aKTUBHOCTh
(enonokcuaaspl. OTMEUEHO, YTO B IIUTOILIA3ME TOJBKO OJHOTO THIA KJIETOK (TPaHyJIOIMTHI THIIA
IT mo kmaccudpukaiu Baskin, 1974) comepxutcs mpeamecTBeHHUK 3Toro (epmenta (Porchet-
Henneré, Vernet, 1992). Ilpomuecc unkancymsiuu i N. diversicolor omucan takxke Ha ypoBHE
yasrpactpyktypsl (Porchet-Henneré et al., 1987). Kpome TOro, ¢ momorp0 MOHOKIOHAIBHBIX
aQHTUTEJ I[0Ka3aHO, YTO Yy O9TOro BHAa rpaHynonuthl III THMa BBIMOTHSIIOT (GYHKIUIO
pacro3HaBaHMs 4yKEPOIAHOr0 MaTepuaiia, a rpanygouutsl | u I TumoB GopMupyroT Kamcyy
(Porchet-Henneré, 1990).

[poriecc MHKAICYISALUUK MMAPa3UTOB y TOJHUXET PAa3IHyYacTCs B 3aBUCHUMOCTH OT THIIA
napasuTa U BUJIOBOM MPUHAICKHOCTH XO03sMHA. VcClieoBaHMs peakiii OpraHu3Ma MOJIMXET
HA MHOTOKJICTOUHBIX MMapa3uTOB HEMHOTOYHCICHHBI. DaKT MHKAICYJISAIMH [IEPKapUi TpEeMaTo
ormeueH y mpencraButeneir pona Poecilochaetus (Dales, Dixon, 1981) u y N. diversicolor
(Vivier, Henneré, 1964). Jlns Serpula penicillus u Sabella spallanzanii ommcan d¢akr
UHKaNCysnuu mapasutudeckux komernosn (Dales, Dixon, 1981).

J11s HOJMXET OOBIYHBIMU MOJIOCTHBIMU TTAPA3UTAMU SBJISIFOTCS MIPOCTEHIIINE — TPETrapyuHbI
U KOKIMAMU. B paHHUX paOoTax BCTPEYArOTCSl YKa3aHHs Ha CHOCOOHOCTh TaKUMX Mapa3uUTOB
COMPOTHBIIATHCS UMMYHHOMY OTBETY X03stuHa. COTJIaCHO 3THM OIMCAHHSM, KHUBbIe TPO(PO30UTHI
W 3perible IMCThl KOKIUIUK M TperapuH (HCYTOYHEHHOW BHIOBOW NPHHAIICKHOCTH) HE
noaseprarorcs nakancyssauu (Caullery, Mesnil, 1898; Siedlecki, 1903).

Jns napasutupyromieid B N. diversicolor kokmumuu Coelotropha durchoni moka3zano, uto
CIIOPO30MTHI BHYTPHU CIHOPOIMCTBI OCTAKOTCSI JKUBBIMH, €CIIM CIIOPOLIMCTa TOIBEPraeTcs
unkarncysiiun (Vivier, Henneré, 1964; Porchet-Henneré, Berri, 1987).

Beimieinmne U3 CrOpPOIMCTBI CIIOPO30MTHI MPOHUKAIOT B KICTKH XO3sIMHA (JICOIMTHI,
MBIIICYHBIC KJICTKH, SIUTEIHATbHbBIC KJIETKH). [Tociie BHYTPUKIETOYHOTO MEPHOA POCTa KICTKU
X035MHa Pa3pbIBAIOTCS, U B TOJIOCTh IEJIOMA BBIXOJSAT BETETATHUBHBIC CTaIuKM KOKIuauu. Ha
sToM atane kietku C. durchoni craHoBsTCs KpyIHEe OKPYKAIOIINX [[EIOMOIIUTOB M MOTYT OBITh
TOIBEP)KEHBI PEaKIMU WHKANCY/SIIUH. MeXaHu3M 3alluThl OT WUMMYHHOTO OTBETa XO3SHWHA
3aKJIF0YaeTcsi B JOPMUPOBAHUH BOKPYT Mapa3uTa MIIOTHON 000I0YKH, COCTOSIIEH U3 IBYX CIIOCB
BHEKJICTOYHOTO BEIIECTBA PA3JIMYHOTO COCTaBa. BHYTpH 3TO#l 00OJNIOYKM Mapa3uT JOCTUTACT
1oJ10BO# 3penocT. O0009YKa BOKPYT 3pEIIbIX TAMOHTOB Pa3pyIlacTcsi, OHH BBIXOAT B IIEJIOM H
MIOCJIE OTUTOIOTBOPCHUS MHIIUCTUPYIOTCS. ECITH )KEHCKUI raMOHT OCTAJICSI HEOILTIOIOTBOPCHHBIM,
OH OKPY’KaeTCsl IPaHyJIOLUTAMHU U TTOABEPIacTCsl MHKATICYJISIIHH.

Cyns mo BceMy, 3aliuTHas 00OJOYKAa BOKPYT BEreTaTHBHBIX CTaJMd mapasura
CHHTE3UPYETCs KICTKAMHU XO35MHA U TO3TOMY HE PACMO3HACTCS €ro MMMYHHON CHCTEMOW Kak
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qyKEPOAHBIH OOBEKT. ABTOpHI MPEANONATalOT, YTO HAa BHYTPHUKJICTOYHOH CTaIWU Pa3BUTHUS
napasuT aacopONpyeT ONpeeICHHbIC OSIKH, MPUHAIS)KAIINE X03auHy. [Ipu BeIX0IEe B IEIOM
9TH MapKephbl MPHUBICKAIOT OKPYXKAIOIIUE IIEJIOMOIUTH W HHUIUHUPYIOT 00pa3oBaHWE HMH
000JI0YKH, TIPH 3TOM HE BbI3bIBas peakinuu unkancysiiun (Porchet-Henneré, Dugimont, 1992).

[IpuHIMI 3TOrO 3alIMTHOTO MEXaHW3Ma, BEPOATHO, CXOJCH C OMHCAHHBIM IS
MHOTOKJICTOYHBIX TIapa3UTOB OCCIIO3BOHOYHBIX JKMBOTHBIX. B 4acTHOCTH, M Tpemaroj u3
rpymmbl  Plagiorchiida, mapasutupyrommx B MOJUTIOCKaX, M3BECTHO SBJICHHUE (OPMHUPOBAHUS
MPOTEKTUBHON «MaHTUW», COCTOSAIICH M3 KIETOK XO3iMHA, W 3alUINAIONIEeH MapasuTa OT

ummyHHBIX atak (Galaktionov, Dobrovolskij, 2013).

DJ1eOUTHI

DeonuThl — BTOpask 10 3HAYMMOCTHU TMOMYJISIIKS KJIETOK B LieJoMe monauxeT. Brepsble
aneouuThl ObUTM  omucaHbl i onuroxer (Rosa, 1896), mo3gHee STOT TepMUH CTal
UCTIOJIB30BATHCS M JIJISI TIOJMXET. XOTSI 3JICOUTHI ONMCAHBI y TIPEJICTABUTEICH IBYX MOIKIIACCOB
nonuxer — Errantia u Sedentaria, oHum He OOHapy)KEHbl y IIpPEICTABHUTENICH CEMEHCTB
Arenicolidae, Glyceridae, Nephtyidae u Syllidae (Sima, 1994; Vetvicka, Sima, 2009). V
npencraButened apyrux u3ydeHHeix cemeiictB  (Nereidae, Terebellidae, Aphroditidae,
Phyllodocidae u mp.) 37meoHOThI — caMblif 4acTO BCTPEYACMbI THUI KIIETOK B IIEJIOMHUYECKOM
KHUIKOCTH. DTO XOpOIIO Pa3In4MMbIe, OTHOCHUTEIBbHO KpymHbie (okono 40 MKM B IuamMeTpe)
KJIETKH HeomnpezaeneHHOW (opmbl. OHU coaepkaT OAHY MM HECKOJIBKO KPYITHBIX BaKyosed U
3amac JIMOMJIOB M TJIMKOTeHa. B nuTepaType OHM 4acTo ONMCHIBAIOTCS KakK HETpaHyJIsSpHbIC

TUMGOIUTHI Wik TpedormTe (Sima, 1994).

OTHOCHTETIBHO IIUTOTCHE3a JJICOIMTOB CYIIECTBYET HECKOJIBKO TOYEK 3PEHHSL.
HekoTopble aBTOpHI MPEAMNONAraroT, 9TO OHM Pa3BUBAIOTCS M3 aMEOOIMTOB MOCIE TOTO, Kak
HOCJIeIHME aKTHBHO (haroluTHPYIOT Kakoii-to Marepuan (Romieu, 1923; Dales, Dixon, 1981).
VY mnpencrasuteneii cemeiictBa Terebellidae wcTounHMKOM 37€0IMTOB, BO3MOXHO, CIYKHUT
COMATHUYECCKUI MapUeTANbHBIN SIHUTEIUA IIeIoMa TPYIHBIX M a0JOMHHAJIBHBIX CETMEHTOB
(Eckelbarger, 1976). Jlns Nereidae moka3aHo MPOMCXOKIEHUE 3JIEOMUTOB U3 HETOMUYECKOTO
SIIUTEIHS], TIOKPBIBAIOIIET0 KPOBEHOCHBIE cocy/Ibl B mapanoausix (Dhainaut, 1966). V Perinereis
cultrifera ommcaHbl CKOIICHHS 3JICOLMTOB BOKPYT KPOBEHOCHBIX COCYIOB, KOTOPBIM aBTOPHI
Jand Ha3BaHHWE «reMormodThueckoi Tkanu» (Lunetta-D'Ancona, Russo, 1983). Asrtopsr
BBICKA3aJIM TIPEIIOJI0KEHHE, YTO LIEJIOMUYECKas TOJIOCTh MOXKET OOMEHUBATHCS KIETKAMHU C
KPOBEHOCHOM CHCTEMOI. DTO MPEIoIoKEeHIEe UMEET MPaBO Ha CYLIECTBOBAHHE /IO TEX TI0P,
HIOKa HE sICHAa (PU3MOJIOTUYECKasl POJIb PA3HBIX TUIIOB KJIETOK LETOMHYECKOM KUIKOCTH.

OYHKITMN SJICOIMTOB TOJIMXET HM3yYeHbl MEHEE IMOAPOOHO, YeM (DYHKIMH SJICOLUTOB
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onuroxet. [To Bcell BUAMMOCTH, POJIb AJICOLUTOB B OCHOBHOM TpO(HUYECKas, a HE 3allUTHas.
DeouuThl 4YacTo OBIBAIOT AaCCOIMHUPOBAHBI C CO3PCBAIOLIMMHU OOIMTAMH — BHAWMO, OHHU
y4JacTBYIOT B OOECHEUCHNUH PACTYIINX SHIEKICTOK MUTATEIFHBIMH BEIIECTBAMU. Y HEKOTOPBIX
HEpeuJ1 BO BPEMsI TTOJIOBOTO CO3PEBAHMS AJICOIUTHI CAMOK TPETEPIIEBAIOT MOPPOPYHKIIHOHATBHYIO
TpaHcQopMalHIO, HaKaIUIMBas 3anacHele Bemecta (Sima, 1994). [TockonbKy y My»XCKHX 0COOei
9TOTrO HE MPOMCXOAUT, MOXKHO MPEAIOIOKUTD, YTO JICOILUTH MOTYT OBITh BOBJICUCHBI B TPOIIECC
ButesvioreHesa. st N. diversicolor ¢ moMoIbpi0 MOHOKJIOHANBHBIX AHTUTEN K BHUTEIUIOTCHHHY
(mpenmecTBeHHUKY OENKOB, COCTAaBJISIONIMX JKEITOK OOLMTOB) MOKAa3aHO, YTO BUTEIUIOTCHHH
COJICP)KUTCSI TOJIKO B JICOIMTaX M HU B KaKWX APYTUX TUNax menomormtoB (Bonnier et al.,
1991). Cunre3 BUTEIUIOICHMHA B AJICOIMTAX MMOKa3aH Takke it Nereis virens (Garcia-Alonso et
al., 2005).

Bakyonu 31e0nuTOB HEpena MHOTIA COIEPIKAT MbIIICUHble (PUOPHILTBI, HAXOSIIHEcs Ha
pa3Hbix cramusx nepesapuBanus (Dhainaut, 1966; Schroeder, 1967). CymiectByer
MPEIOJIOKEHHE, YTO OTH KJICTKM BOBJEYEHBI B (haronuTo3 CBOOOAHBIX GUOpHWIT —
CapKOJINTOB, KOTOPbIE B HOPME MPUCYTCTBYIOT B IIEIIOMUYECKOHN KUIKOCTH. Buanmo, capkomuTel
OT/ICNISIOTCS OT MYCKYJIAaTyphl CTEHKH Tella, KOTOpas IOJBEPraeTcs THCTONU3Y B TEUYCHHE
NO3JHUX CTaJIuil penpoayKTuBHOro co3peBanusi ramer (Defretin, 1949). HakoruieHHbIe
3alacHbIe BEIECTBA DJICONUTOB B TMOCIEACTBHU TaKXKe HCIONB3yroTcs oormramu (Dhainaut,
1966). Takum 00pa3oM, yCTpaHEHHE OCTATKOB MOBPEXKICHHOW TKaHM B JIAHHOM Cilydae
SBJISIETCSL HE CTOJBKO 3aIllMTHOM, CKONBKO Tpoduueckoi omiuei (Dhainaut, Porchet-Henneré,
1988). MurepecHO, YTO 3JEOLMUTHI NEHCTBYIOT Kak Makpodarn M W30MpaTeIbHO IMOTJIOMIAIOT
TOJILKO OTJICTIbHBIC CAPKOJIMTBI, HE Tporas Apyrue kietku. Ckopee Bcero, uX UMMYyHHast (QyHKIIHS

CUJIBHO OT'paHUYCHA.

OpUTPOUUTHI

Tperuii KIETOYHBIA THII COCTAaBIISIOT TEMOTJIOOMH-COMEpIKAIIe KIETKH, Ha3BaHHBIC
sputporutamu. OHM HailjeHsl y mnpencraBureneii cemericts Capitellidae, Cirratulidae,
Glyceridae u Opheliidae u oOHapyKUBarOTCS HCKIIOYHTENLHO B IECIIOMHYECKOW MMOJOCTH
(Goodrich, 1898). Iloka3zaHO, 4TO SPUTPOIMTHI MPEACTABUTEICH ITUX CEMEUCTB CIIOCOOHBI K
aKTUBHOMY (aroruro3y. B oTiuyme OT 51IeonuToB, OHH (HArOUUTUPYIOT B OCHOBHOM
qy)KEPOJIHBI MaTepuai U JeNalT 3TO He u3dupatenbHo. Ho 3amutHas (yHKIWs, cyns o
BCEMY, ISl HUX TOXKE HE SIBISIETCS OCHOBHOM. [[UTOreHE3 9THX KIIETOK HEU3BECTEH M C OOJIBIION
BEPOSITHOCTBIO 3HAYUTEIIBHO pa3iiyacTcs y pa3Hbix BuaoB noiuxer (Vetvicka, Sima, 2009).

s npencraButeneii cemericts Sabellidae, Terebillidae u Arenicolidae nokasano, uto
KJICTKH I[CIOMHUYECKON BBICTHJIKH COCYJOB CHHTE3UPYIOT W HAKaIUIMBAIOT TeMOTJIOOWH,
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KOTOPBIH TOCIIe IPOHHUKAET uepe3 0a3albHyI0 IUTACTHHKY B moJocTh cocyna (Dales, Pell, 1970).
OnHAaKO ATH KJICTKH HE BBIXOIST B IIEJIOMHYECKYIO TOJIOCTh M CBSI3aHBI HEIOCPEICTBEHHO C
KPOBCHOCHOM cucTeMoi. KieTodHble 3J1eMEHThI KPOBH B ONKMCAHHBIX CIIyYasX HE CBS3aHBI C
CHUHTE30M IreMorJIoOnHa, U UX (PYHKIUS HESICHA.

B CYNIECTBYIOIIMX  OMHUCAHUSAX  DJPUTPOIUTOB  MPHUCYTCTBYET  HEKOTOpas
TEPMHUHOJIOTHYECKasi HEOMPEACICHHOCTh: TeMOTIIO0NH-COCPKAIINE KICTKH MOTYT Ha3bIBAThCS
FEMOLIUTAMH, KPACHBIMH IIEJOMOIIUTAMH, KJIETKaMHU KpoBH. OCTaeTCs HESCHBIM, HMEIOT JIH
OTHOIIICHHE T OMMCAHHBIC TUIIBI KJIIETOK K KPOBEHOCHOU crcTeMe UM K 1enomy. Kpome Toro,
TEPMHUH «TEMOII0d3» YacTO YHOTPEOJSIETCS B 3HAYCHUHM «IIUTOTCHE3 TEeMOIUTOB (KJIETOK
KPOBH)», HO B HEKOTOPBIX CIIy4asX aBTOPHI OIHMCHIBAIOT 3TUM TEPMHHOM HEMOCPEICTBEHHO
GYHKIHIO CHHTE3a reMoriaoOuHa ompenencHHbIME Kiaetkamu (Dales, Dixon, 1981; Lunetta-
D'Ancona, Russo, 1983).

Brifenenue SpUTPOIMTOB B Ka4eCTBE OTICIBHOTO THIIA IIEIOMOILMTOB IOJIUXET MPH
CYIIECTBYIOIICH OTPHIBOYHOCTH JAHHBIX M OTCYTCTBHH YETKO OIPEICIICHHBIX TEPMHUHOB

MMPEACTABIACTCA CIIOPHBIM.

Takum oOpa3oM, B mpenenax TpymIbl MOJUXeT Mopdoiorus U (QyHKIHMOHAIbHAS
Harpy3ka IIEJIOMOIIUTOB OJHOTO THIIA MOXXET 3HAYUTEIBHO pa3IUYaThCs Yy MpEICTaBHTENCH
pa3HBIX cemelcTB. Bompoc 0 B3aMMOOTHOIICHUSX PAa3HBIX KIETOYHBIX JIMHAK B Ipeaenax
HNOMYJISIIMM  [EIOMOLIUTOB 70 CHUX TIOp HE pemeH, Kak W BONPOC LUTOTeHe3a WU
T GepeHIIMPOBKH 3TUX JTUHUNA. Ba)kHO OTMETUTH, UTO (PAKT OTIUYHMS COCTaBa KIETOK KPOBU OT

IICIOMOITUTOB Bce erie Bbi3biBacT comHenus (Dales, Dixon, 1981; Vetvicka, Sima, 2009).

DJIeonUTH HE OMHUCAHbI JJIs IpeacTaBuTeneii cemeticta Arenicolidae. lns meckoxuna

A. marina [eiinc u [Jukcon (Dales, Dixon, 1981) Bbiienuau mATh THUIOB aMeOOIUTOB:
IOBEHWIbHBIC, TPaHYJSIPHBIC, BaKyOJIM3MPOBAHHBIC, «BEPETCHOBHIHBIC» M «IIHYPOBHIHBICY.
IOBeHuNbHBIE KICTKH — MeaKue HeaudQepeHIMPOBaHHbIE KIETKH C OOJIBIIMM SAPOM.
['panynonuraMu aBTOpPHl Ha3Balld MEJIKHE aMeOOIUTHl C TpaHyJaMH B I[UTOIUIa3Me,
oOpasytomiue rmnceBaonoauu. Hamuuwe rpanyn ObUIO OOHApPYXKEHO aBTOpPAMHU MPH aHAJIN3e
JTAHHBIX TPAHCMHUCCHOHHON MHKPOCKOIIMH, @ HE C TOMOIIBIO TMCTOJOTHUYECKUX OKpAIIUBAHHIMA.
Knerkn ¢ manmuaebIMEH oTpocTkamu Jleinic um JI[ukcoH 0003HAUMIM Kak «IIHYPOBHIHBIC», a
«BEPETCHOBUIHBIC» KIIETKU B WX OMHMCAHUM CXOJHBI C BBITSHYTHIMU KJIETKAMHU C MPO3pPavyHOU
uToruia3Moit. [Ipu 3ToM Ha yJIBTPACTPYKTYPHOM YPOBHE B BEPETCHOBHIHBIX aMeOOIUTaX OBLIO
OTMEYEHO CKOIUICHHE MHUKPO(UIAMEHTOB BOKPYT SIEp, YTO KOCBEHHO IOATBEPIKIAET CBS3b
9TOTO THIIA KJIETOK C KJIETKAMH C JTTHHHBIMH OTPOCTKAMHU («ITHYPOBUIHBIMID ).
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CornacHo npyroii knaccudukanuu (I[lepcunnna, Yara, 1994), menoMOIUThI TECKOXKUIIA
JENATCS Ha TISCTh THIIOB: IOBCHUJIBHBIC KIIETKH, MOJIOJBIC, CPEIHHE W 3peible aMeOOIUTHI
(BEpeTCHOBUIHBIC KIJIETKH), 303MHO(DMIBI ¥ TPaHYJIOUMUTHL. DJTa KiIacCHUpUKAIMsI OCHOBaHAa B
MEPBYIO OdYepeb Ha TUCTOJOTUYECKUX OKpAIMBAHUSX. BblnereHHe MOJIOIbIX, CPEeOHUX U
3peibIX BEPETECHOBHIHBIX aMEOOIMTOB OMKCHIBAET B OCHOBHOM pPa3MEpPHBIC XapaKTEPUCTUKU
KJIeTOK. [Ipy 3TOM aBTOPBI OTMEUAIOT, YTO B IIUTOIUIA3ME BEPETCHOBUIHBIX KJICTOK, HE3aBHCHMO
OT UX pa3Mepa, BCTPEYaAIOTCs BaKyolu, (ParocoMbl W MeEJIKME TIpaHylibl, 4acTb KOTOPBIX
OKpAILIMBACTCS aKPUIUHOBBIM OPAHKEBBIM, YTO YKA3bIBACT HAa UX TU30COMATIBHYIO PUPOY.

OTnenbHO aBTOPBI OMUCHIBAIOT J03MHO(MWIBHBIE KIETKHA, KOTOPHIE MOTYT HMETh
OKPYTIIYIO HJIM BEPETEHOBHIHYIO opMmy. VX IUTOMIa3Ma MHTCHCUBHO OKPAIIMBACTCS Y03MHOM
U aKpUJMHOBBIM OPAH)KEBBIM. SlApa 3THX KIETOK MaJIOYKOBHJIHBIE, KPOME TOTO, MOIMAJaI0TCs
JBYsiIepHbIe (POPMBI C IIOTHO YITAKOBAHHBIM XPOMATHHOM. DO3UHO(UIIBI COCTABISIOT HE Oolee
2% KIETOYHOW TOMyJSIIMA U, 10 YTBEPXKJACHHUIO aBTOPOB, MPEACTABISAIOT COOOM
JeTpaJIMPYIOIINe KICTKH, BCTABIINE HA ITyTh anonTo3a. [ paHyJOIHUTHI B 3TOW KiaccH(PHUKAITIN —
9TO KJIETKH auaMeTpoM 10 20 MKM C Pe3KO 303MHOGWIBHBIMU TpaHyJaMd B LHUTOILIA3ME.
XpoMaTuH B Apax 3TUX KIETOK JEKOHACHCHUPOBaH. | paHyIOLUTHI BCTPEUAIOTCS OTHOCHTEIHHO
PEIKO U HE MOIANAITCA HA MOCTOAHHBIX Ipernaparax. Jleinc u JIMKCOH ATOT TUIl KIETOK HE
OTMECYAJTH.

B paHHUX uCCIIEIOBaHMSIX OTMEYAJICSA IMEePEXO[] IICIOMOIMTOB TECKOXKHMIA W3 OJTHOM
bopMBI B IpYyryro pu u3MeHeHun (usnooruueckoro craryca (Faure-Fremiet, 1925). Cornacuo
STUM JaHHBIM, IPU UHAYKIHUH (aroruTo3a BEPETCHOBUIHBIE IETOMOIIUTHI MOTYT MEPEXOIUTh B
OKpyTIIyI0 (hopMy M pacruiacTeiBaThcss Ha cyOcTpare. Ilpw 3TOM WX MHTOCKENET YaCTUIHO
paspyInaeTcs, a B I[MTOIUIa3ME MOSBIAIOTCS TpaHyibl. IlepcurmHa ¢ coaBtopamu (1998)
MIPOBEJH CIEIUAIBHOE UCCIIeI0BAaHUE [IUTOCKENIEeTa BEPETEHOBHUIHBIX KJIETOK M CAENaIH BBIBO/I,
4TO B ATHX KJIeTKax B oco0oil ¢opme 3amacaercs (GUOPHIUISPHBIN aKTUH, YTO TO3BOJISET

OBICTpBIE MEPECTPONKN IUTOCKEETa U NEPEX0/1 K aMeOOUTHOMY JABHXKEHHUIO.

2.2.3. Hirudinea

HecmoTpss Ha TO, 4TO MHSBKM B II€JIOM COXPaHSAIOT OOIIMHA IJIaH CTPOEHHs BCEX
KOJIBYAThIX YepBed, MPUOOPETEHHbIE BCIEACTBUE OCOOEHHOCTEH 00pa3a *KM3HM MOAU(UKALNUN
3HAYUTEIBHBIM 00pa30oM OTIMYAIOT MX OT JAPYTHX NpejacraBuTencil anHenua. CioxHasi CBA3b
Pa3IUYHBIX CUCTEM OPTraHOB 3aTPYAHSIET ONpPEIEICHUE TPUHAJIEKHOCTH HEKOTOPBIX KIETOUHBIX
KOMIIOHEHTOB K TOW WJIHM MHOM cucTeMe. LluTosorus musiBOK JOJroe BpeMs HE IpPHBJIEKala

BHHMMAaHHA HCCHCHOBaTeHeﬁ, MMO3TOMY CBCACHHUA O HNPOUCXOXKIACHUU H q)YHKI_[I/IHX CBO60)IHBIX
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KJIETOK MX TOJOCTH Tejla Ha JaHHBIH MOMEHT (parmeHTapHbl. C 3TONW TOUKU 3pEHUS U3yUEHO
BCETO HECKOJIBKO BUJIOB IHSBOK.

CB0OOHBIE KIETKH TE€MOIENs MMOIPa3eIoTCs, KaK MPaBUilo, Ha aMeOOLUTHI (TaKkkKe y
NHSBOK X HA3bIBAIOT JICHKOIMTAMU WK JuMdonnTamu) u xyoparoreHnsie kietku (Vetvicka,
Sima, 2009). AMeOOLUTHI MUSIBOK OOBIYHO MMEIOT OTHOCHTEIBHO OJJHOPOJIHYI0 MOP(OJIOTHIO
cxoxue pasmepsl (Sawyer, Fitzgerald, 1981). AMeOomHUTEI MOTYT HaXOAMTHCS B IMOJIOCTHOU
KHUJKOCTH B CBOOOJTHOM COCTOSIHMM WJIM MOTYT OBITh NPHUKPEIICHBI K CTEHKE Tena. | MmoTess
IPOMCXOXKACHUS aMeOOILUTOB MUSABOK, KaK MPAaBUJIO, CIIEKYJIATUBHBIC. ECTh BEPOSATHOCTD, UTO Y
HekoTophIx BUIOB Glossiphoniidae B mpoayKIuu CBOOOJHBIX IIETOMUYECKHX KIETOK HIpaeT
poJib OOTpUIHATIbHAS TKaHb, BRICTUIIAIOIIAS JIAKYHBI U cocy bl (de Eguileor et al., 2001).

JIs1st MASIBOK MMOKa3aHO aKTUBHOE y4acTre ame0ouToB B 3akuBieHun paH (de Eguileor et
al.,, 1999). V Glossiphonia complanata (Linnaeus, 1758) ¢ mNOMOIIBIO YEIOBEUECKUX
MOHOKJIOHAJIbHBIX AHTUTEN BBIACTWIN TpU (YHKIMOHAJIBHBIE CYONOMYJISIIMKA aMeOOIMTOB —
makpodar-nogoousie, NK-nogoousie (natural killer cells) u rpanynomutsr (de Eguileor et al.,
2000). OHm oTnuyYamuch MOPQOJIOTHEH M TIOBEICHHEM B OTBET Ha SKCIEPHUMEHTAIbHBIC
UHIYKTOPbl HMMYHHOTO oOTBeTa. Makpodar-nogoOHple KIETKH TMOABMKHBI U aKTUBHO
¢arouuTupoBai OAKTEPHH, a TAK)KE YYaCTBOBAIM B MpPOIECCE MHKATCYIALMU M MEJTaHU3aluu
karcynsl. HK-moqoOHbIe KIIETKH MOKa3bIBaIH JINTHYECKYIO0 aKTUBHOCTD TPH TUIOTHOM KOHTAKTe
MeMOpaHbl C Yy)XepOJHBIM MarepuanoM. [ paHyiomutel TUma |, ¢ MeENKUMH TpaHyJIaMH
OKpYTJIOW (OPMBI, B SKCIEPUMEHTE PearupoBajii HA MaccoBOE€ 3apakeHHe Oakrepusmu. [Ipu
nepexosie B (PyHKIIMOHAIBHOE COCTOSIHUE Y 3THX KJIETOK MpOUCXoauia aerpanyisiuus. [1o Beei
BUAMMOCTH, TH TPAHYIIBI SIBISIOTCS MECTOM HAKOIJICHHS aHTHOAKTEpHaJIbHBIX (PakTopoB. B
OTJIMYUE OT JPYTHX aHHENWJ, y MHSBOK HET OOMIMPHOW IETOMHUYECKOH ITOJIOCTH, TOATOMY
HAKOIUICHHE AKTUBHBIX BEIIECTB BHYTPHKIETOUHO Oojiee 3(h(heKTHBHO, YeM HAKOIUICHHE B
[Ula3Me I[eJIOMUYECKOM KHUAKOCTH. ['panymouutsl THna |l, ¢ MJIOTHBIMH TpaHyJamMu
HEeTpaBWIBHOW (OPMBI, pearupoBald Ha MPUCYTCTBUE KPYMHBIX HHOPOAHBIX Teid. Ilpum
NOMAJaHUU B TIOJIOCTh Tela THABKH Tapa3uToB (BHUIOB IUIOCKHX YEpBEH, KOTOpHIC
NapasUTUPYIOT B MUSBKAX B €CTECTBEHHBIX YCIOBHSX) 3TH KJIETKH pPearupoBajIy JeTpaHySINeH
U OKpY>KaJli Tapa3uTa IUIOTHBIM CIIOEM.

NMMYHOIIUTOXUMHUYECKHE ¥ YJIBTPACTPYKTYpHBIE METOABI  TPOJEMOHCTPUPOBAIH
HaJIMYUE TPEX OCHOBHBIX THIIOB IIeJOMOIMTOB y Theromyzon tessulatum (O.F. Miiller, 1774):

XJIOPAroIUTOB, TPAHyISIPHBIX U HerpaHyIsapHbIX amebonuToB (Lefebvre et al., 2008).

XJoparoreHHble KJIETKH THSIBOK HMEIOT pPa3NuuHbId pazmep. Mx mopdomornyeckue
IIPU3HAKU CXOAHBI C TAKOBBIMU JJICOLIUTOB OJUTrOXeT. 10 BCcel BUAMMOCTH, HCTOYHUKOM 3TOTO
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TUIA KJIETOK SIBJISIIOTCSL OIpeNeNIeHHbIE y4acTKH remouenomuueckoro snurenus (Oka, 1894).
Taxoke TPENOIOKHUTEIBHBIM CaWTOM TpPOJNU(pEPalud XJIOPArolUTOB MOTYT OBITh YYaCTKU
nenoreans, cBs3anHoro ¢ Heppumusmu (Abeloos, 1925). OmpeneieHHBIX MaHHBIX O

q)yHKL[I/IOHaHBHOCTI/I 9THX KJICTOK HCT.

Iis  Hirudo medicinalis Linnaeus, 1758 omucad OTOENBHBIA THI  KJIETOK,
BCTPEYAIOIIUICS TOJBKO B KPOBH, HO HE B [EIOMHYECKOW IHKUAKOCTH. OTH KIETKH
MOP(HOJIOTHUECKH CXOIHBI ¢ THATMHOBBIMU ameOonuTaMu onuroxer. OHU OKa3aauch HMMYHHO-
AKTUBHBI U YYaCTBOBAIM B 3AIUTHBIX PEAKUUsX: (parouuTupoBaiu OAKTEPUH, OCYIICCTBISIIN
CHHTE3 MEJaHHHOBOTO IMHUIMEHTa B MPHCYTCTBUM WHOPOIHBIX TEJ, MPOMAYLUPOBAINA TPHU THUIIA
AQHTUMHUKPOOHBIX NenTHI0B. KpoMe TOro, KJIeTKH KpOBU MUSBKU IIPUHUMAIH aKTUBHOE Y4acTHE
B BOCCTAHOBJICHHHU MMOBPEKICHHBIX HEPBHBIX BOJIOKOH M PEryIHPOBAIH MPOLECC 3a)KUBICHUS C
HIOMOIIBI0 CHHTE3a HeipoTpoduyeckux ¢akropos (Boidin-Wichlacz et al., 2012). Cyns mo
BCEMY, Y Pa3HBIX BUJIOB ITUSIBOK CBOOOIHBIC KIIETKH MOT'YT HMETh OTHOIICHUE K PA3HBIM TKaHSM

(Vetvicka, Sima, 2009).

2.2.4. Obwue 015 pasuvix epynn aHHeIuo munsl YeloMOYUmos

Nudopmanus o cocraBe u GyHKIUSX TOMYJISIIAA [IETIOMOITUTOB MPEJACTABUTEIICH pa3HBIX
TpyIn aHHEIW] HEOAHOpOoHA. UHMCIIO BBIIEISIEMBIX PAa3HBIMH aBTOPAMHU THIIOB IEJIOMOITUTOB
3HAYHUTENBHO BapbUPYET Jaxe B MpejesiaX OJHOTO cemercTBa. OmucaHMs COCTaBa MOMYJISIHHA
[[EJIOMOIIUTOB TOTO WM HWHOTO BHUAA 4YacTo (parMeHTapHbl. MHoOrue IaHHBIE TpeOyIoT
OOHOBJICHHS WJIH TIOJTBEPIKIACHHSI C TIOMOIILI0 COBPEMEHHBIX METOJIOB. B 4acTHOCTH, TaHHBIEC O
pa3HO00pa3uK TEeMOITUTOB, MX (PYHKIIMOHATHHOCTH W BO3MOYKHOU CBSI3H C I[EJIOMOM OTPBIBOYHBI
Y MPAKTHYECKU HE OOHOBIISUTHCH C MPOILIOTO BEKa.

Ha ocHoBanum umeromieiicss nHGOpMAI MOKHO BBIJCIUTH TOJNBKO JBA OOIIUX JIS
pPa3HBIX TMpeACTaBUTENeH TakcoHa aHHeNu] MOP(ODYHKIIMOHATBHBIX THIA IEJIOMOITUTOB:
«aMe0oIITEY W «oneonuThly. Cyns 1O BceMy, OTH JBa TEPMHHA SIBISIOTCS HambOoiee
YHHBEPCATBHBIMU M3 BCEX MPEIUIOKEHHBIX M MOTYT OBITh YNOTPEOJCHBI TPH OIMHMCAHUH
MHO>KeCTBa (hOpM IEIOMOIIMTOB B TIpe/ieNax pa3HbiX rpynn anaenua (Tabm. 3).

AMEOOIUTHI TIPEJICTABISIIOT CaMYyI Pa3HOOOpPAa3HYIO TPYIITy KJIETOK, BHYTPH KOTOPOW
BO3MOXKHAa  MakcuMaibHO  AuddepeHnnpoBaHHas  KilacCHpUKAIMSd  HAa  OCHOBAaHUHU
MOP(OJIOTHUECKUX TPU3HAKOB. [IpM 3TOM BOMPOC B3aMMOOTHOIICHUN MEXIY BBIICICHHBIMU

TUIIaMU aMGGOI_II/ITOB OCTACTCA OTKPBITHIM JAKC IJI1 OTACIBbHBIX BUOB.
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OcHoBHas (hyHKIHMS aMeOOLMTOB — y4acTHE B 3aIUTHBIX PEAKLMAX: 3aXKHBICHUH DPaH,
(daronuTo3e W WHKANCYJSIIAA YYXEPOJHBIX OOBEKTOB. Y Hamboyiee MOAPOOHO HM3YUYCHHBIX C
9TOM TOYKU 3pEHMs] BUJOB aHHENUJ HaOMI0NaeTcs TEHACHLUS pas3fieieHUs (PyHKIMOHAIBHOU
Harpy3K MeX/1y pa3HbIMHU TUIIAMH aMeOOIIMTOB, OHAKO y OOJBIIMHCTBA BUJIOB CBSI3b (DYHKIUN
¥ MOP(OJIOTHH 3TUX KIETOK HEIOCTaTOYHO M3yUYCHA.

DneouuThl pa3HbIX MpeICTaBUTENEeH aHHENIU] Mop(doIoruyecku 0ojee CXOIHbI MEXKIY
coboil. Ckopee Bcero, BHYTPEHHSAS HEOJHOPOJHOCTb OSTOrO THUMA KIETOK CBsA3aHa C
IPUCYTCTBUEM B LIEJIOMHUYECKON KHUJIKOCTU Pa3HBIX cTaauil nuddepeHnuanuy oJHON KIeTOUHON
JMHUMU.

OCHOBHBIMU ~ (PYHKIMSIMH ~ 3JICOLMTOB  SIBISAIOTCA  Tpoduyeckas, TpaHCIOPTHAasi,
HakonutenbHas. Cyns 1o BceMy, 3alluTHas (QyHKLUSA 3TH KIETOK OrpaHWYeHa U 3aKIH0YaeTcs B
YaCTUYHOM YYacTHHM B IMPOLECCe HMHKANCYJSALUMU W CHHTE3€ HEKOTOPbIX aHTUMHUKPOOHBIX
(hakTopoB.

Hurorene3 o00oux TUIIOB IEJIOMOLIUTOB CBSi3aH, IO BCEH BHJIUMOCTH, CO
CHELHMATU3UPOBAHHBIMU yYaCTKaMH LEJIOMHUYECKOro snuTenus. HTepecHo, 4To HOMUMO 00LIMX
JUI OJIMTOXET W MOJuXeT caiitoB mnponudepaunu unenomouutoB (Puc. 3) uccnenoBarenu
orMeuanun u pasznuunble (Tabn. 4). Tak, rucroimormueckas OOIIHOCTH 3JICOLUTOB C
XJIOParoreHHOW TKAaHbIO MPEACTABIISAETCS OUYEBUIHON I OJIUTOXET, HO HE JUIsl oyuxeT. B 1o xe
BpeMs TIPEAnojoxkeHne o audepeHnrani dJIConMuTOB U3 (HarormuTUPYIOMHUX aMeOOIUTOB
BBICKA3bIBAJIOCh TOJIBKO B OTHOIIEHUH MOJIHUXET.

[leaoMonUTHl MUSBOK ONUCBHIBAIOTCS 10 AHAJIOTUU C LEIOMOLUTAMM IPENCTAaBUTENEH
Opyrux Tpynn aHHenu[. OTMEUYeHHbIE Y MUSABOK aMeOOLUThI U 3JICOLUTHI (XJIOPAaroLUThI)
MOP(}OIOrHYECKH CXOKU C aHAJIOTMYHBIMHM THIIAMU KJIETOK osuroxeT. OnHako nHopManuu o
CXOJ/ICTBE WJIM PA3IUYUU B (PYHKIMOHAJIBHOCTH LEIOMOLUTOB MUSABOK U OJMIOXET, OYEBHJIHO,
HepocTaToyHO. Cllo)KHas CBSI3b PA3IUYHBIX CHCTEM OpPraHoB IHMSBOK TaKKe 3aTpyIHSET
oIpezieNIeHNne IPUHAJUIEKHOCTH HEKOTOPBIX KJIETOYHBIX KOMIIOHEHTOB K TOM WJIM HHOM CHCTEME.

B OEJIOM IMUABKH OCTAKOTCA HAMMCHEC H3y‘—IGHHOI>i B 5TOM OTHOIIICHHUH rpynnoﬁ AHHCJIIN .

2.3. UIMMyHHO-acCOMMPOBAHHbIE MOJIEKYJIbI AHHEJIH/] ¥ IPYTUX 0eCro3BOHOYHBIX
KMBOTHBIX

B COBPCMCHHBIX HCCJIICAOBAHUAX BCC YallC IMOABIIAKOTCA CBCIACHHA O MOHCKyHﬂpHOﬁ
npupoac TCX MJIIM MHBIX MCXaHU3MOB MMMYHHOI'O OTBCTA. prnna AHHCJIN pacCMaTpUBACTCA B
KOHTCKCTC 3BOJ'IIOHI/IOHHO'(I)I/I?;I/IOJ'IOFI/I‘ICCKOFO nmoaxoJa KakKk OJHa H3 KIHYCBBIX TIPYIIl

J10(OTPOXO30HHBIX KUBOTHBIX.
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W3BecTHBIE 111 OECTIO3BOHOYHBIX KMBOTHBIX T'yMOpaibHbIE (PAKTOPHI B LEIOM JEIATCS
Ha JBe (YHKIHMOHAIBHBIC TPYNIBL: (DAaKTOPHI paclo3HaBaHHWS AaHTHUTEHOB (PELENTOpPbI) W
a3 dexTopHble UMMYHHBIE (DaKTOpBHI (JU3UPYIOIIUE, arrIOTHHHpYIOMUE W T.4.). B mpenenax
TpyNObl aHHENMHU]T Haubosee M3YyYEeHHBIMU OCTAIOTCS MOJAENbHBIE OOBEKTHl — BHIBI CEeMecTBa
Lumbricidae. [Ins Hux omucaH psji Kak PEHENTOPHBIX, Tak M 3(G(GEKTOpHBIX (HAKTOPOB
UMMYyHHUTETa. B 1ienoM, nHpopManms 0 MOJIEKYJISIPHBIX OCHOBaX UMMYHHUTETa OECII03BOHOYHBIX
OoOpBIBOYHA, MO3TOMY IPHU H3YYCHHH HEMOJIEIbHBIX OOBEKTOB COBPEMEHHBIE HCCIEI0BaTeNn
ONHUPAIOTCS Ha CBEJEHMs O TIpynnax OenKoB, ONHCAHHBIX JUIi pa3HbIX TaKCOHOB
0ECIIO3BOHOYHBIX, HO HWMEIOIIUX MOJATBEPKACHHYI0 (YHKIMOHAIBHOCTh, CBS3aHHYIO C
UMMYHHBIMHU PEaKIIHSIMH.
2.3.1. Cucmema npomo-kKomnjiemenma

Bonpoc «cnemuduyHOCTH» pearupoBaHus OECIO3BOHOYHBIX JKUBOTHBIX aKTHBHO
TMCKYTUPYETCs B MOcTeIHue Tobl. Jlo MOsSBICHUS TOKA3aTeIbCTB HATMYNS Y OECIIO3BOHOYHBIX
pa3HOOOpPa3HBIX MOJIEKYJSPHBIX MEXaHHU3MOB MMMYHHUTETa OBLIO MPHUHATO CUMTATh MX
UMMYHHOE pearupoBaHHe «Hecneuu(uyecKum», TO €CTh, MPUHLUUIHAIBHO OTIMYAIOIUMCS OT
pearupoBaHMs TO3BOHOYHBIX JKMBOTHBIX. AJAaNTUBHAsT HWMMYHHas CHCT€Ma BBICIIUX
MO3BOHOYHBIX (DYHKIIMOHUPYET 32 CUET BapHaOCIbHOCTH PEIETITOPOB PACIIO3HABAHUS TJIABHOTO
KOMIUIEKCA T'HMCTOCOBMECTHMOCTH, C OIHOW CTOPOHBI, M OTPOMHOTO pazHooOpa3us
(GYHKIIMOHATIBHBIX aHTHUTEN ¢ apyroi. CrnennuyHOCTh UMMYHHOTO pearipoBaHUs COMpPSIKEHA C
MeXaHU3MOM (OPMHUPOBAHUS UMMYHHOU MaMSITH, TIO3BOJIIONINM pearupoBath d3QPeKTUBHEE HA
MOBTOPHYIO BCTpeuy ¢ aHTUreHOM. OKa3bIBaeTCsl, IMMYHHBIE CHCTEMBI OECITO3BOHOYHBIX HUMEIOT
HE MEHee pa3HOOOpa3HbIi HAOOp KaK pacHmoO3HAIIIUX PEIenToOpoB, Tak H 3P(HEKTOPOB.
PaznooOpa3ue »THX MOJIEKYJT MOXET JOCTHraThCs KaK 3a CUYET BAPUATHUBHOCTU KOIMPYIOIIMX
T€HOB, TaK U 3@ CUET TPAHCISAIUOHHBIX U MOCT-TPAHCISIIIMOHHBIX MpoIieccoB. Perymnsmus Oenkos
YK€ TOCIIe UX CHHTE3a MOXKET 00eCleYnBaTh HATMYUE TOpa3no OOIbIIero pasHooOpasus Gopm,
yeM o0ecrieunBaeT BapHaOenbHOCTh Komupyrommx renoB (Schulenburg et al.,, 2007). B
YaCTHOCTH, Y OECHO3BOHOYHBIX Pa3HBIX TPYII OOHAPYKUBAIOT MOJEKYJSIpPHbIE MEXaHU3MBI,
JeMCTBYIOIIME KaK aHAJIOT CHCTEMBbl KOMIUIEMEHTA MO3BOHOYHBIX. DTH MEXaHU3MbI MOIYUMIH
Ha3BaHUE «CHCTEMBI TPOTO-KOMILJIEMEHTa» U akTUBHO u3y4atorcs (Gorbushin, 2018).

KommiiemeHT-110J00HbIE cHCTEMBI OECTO3BOHOYHBIX KMBOTHBIX OCHOBaHBI HA WIIEHAX
cemeiictBa THO3(Hp-comepkammx OenkoB  (Thioester-Containing Proteins, TEP). Ilpu
aKTUBAIMK CTPYKTYpHBIA THO3(pupHBIH MOTHB TE CBs3bIBaeTCs ¢ OMMKAHIIMMU JOCTYIHBIMU
THIPOKCWIIBHBIMA ¥ aMUHOTPYIIIIAMH, KOTOpPbIE NPUCYTCTBYIOT Ha BCEX OHOJIOTHYECKUX
MOBEPXHOCTAX, BKIovass matoreHbl (Dodds, Ren et al. 1996, Shokal, Eleftherianos, 2017).

I'umoreTnueckas IepBUYIHAAg CHUCTEMaA IIPOTO-KOMIINIEMCHTA COJACPKUT MUHHUMAaIbHBIN Ha6op
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TEP-acconunpoBaHHBIX MOJIEKYJ, HeoOXomuMmbix i amiuidukaimuun TEP, onconuzanun
AQHTUT€HOB-MUILIEHEH M UX (aronuto3a. OCHOBHBIE YYAaCTHUKU CHUCTEMBI MPOTO-KOMIUIEMEHTA
NPUCYTCTBYIOT Yy KHHAapui: 310 wieH cemeiictBa TEP Oemox C3, cepwHOBas mpoTeasa
C2/pakrop B (Bf) u penentoper kommiementa (CR) (Gorbushin, 2018). BepostHo,
BO3HUKHOBEHHUE 3TOT0 MOJIEKYJISIPHOTO KacKaJa CBS3aHO C BHYTPUKJIETOYHBIM IHIIEBAPEHUEM,
[oJIpa3yMeBaloIMM 3aXBaT YaCTULl IUIIK ¢ TIOMOIIbio aronurosa. B racrponepme y Cnidaria
HO/IaBJIsIFOIIee OOJBITMHCTBO KICTOK SABJIsAETCS akTUBHBbIME (paroruramu (Hartenstein, Martinez,
2019). I'mnoreTnuecku, JaibpHEilIee pa3BUTHE ME30JEPMbl U IIEIOMUYECKOW IOJIOCTH Y
Protostomia m Deuterostomia mo3BoiMiIO cAenaTh CIEAYIOMMN IIar B SBOJIIOLUU CHUCTEMBI
POTO-KOMIUJIEMEHTAa. BO3HUKHOBEHHE LIEJTOMUYECKOM KUAKOCTHU C MHOTOYUCICHHBIMU
MOJIBYKHBIMU II€JIOMOLIUTAMH BBI3BAJIO MOSIBICHUE CIEHU(PUUECKOTO KOMILJIEKCA CEKPETOPHBIX
pacro3Haromux MojeKkyia. IlepBbIMM M3 TakMX MOJIEKYJ, 1O BCEH BHJIUMOCTH, ObUIM UJIECHBI
cemeiictBa C1gL w/mmu C1qDC, cocraBusromue «IpeBHHUI» UMMYHHBIH KOMIUIEKC, CBS3aHHBIN
¢ ¢ynknumonnpoBanuem TEP. ITlocime 3TOro KOMIIIeKC pa3BUBAJICA HE3aBUCHMO B Pa3HBIX
SBOJIIOIMOHHBIX JIMHUSX; PpaCHIMpsUICS CHEHU(PHUUECKH penepryap 3THX pPAClO3HAIOLIUX
MOJICKYJl U TpuoOperanuch HOBbie ddekTopHbie Mexanuzmbl (Gorbushin, 2019). V annenun
COCTaB CHUCTEMBI IIPOTO-KOMILJIEMEHTA OCTAETCS HEU3YYEHHBIM, OOJIbLIAas 4acTh MMEIOLIMXCS

JAaHHBIX ITOJIYYC€HA Ha MOJIJTFOCKaX U HACCKOMBIX.

2.3.2. JlekmuH-no0obHble MONEKY bl
Pacro3HaBaHue MaTOTeHHBIX MUKPOOPTaHU3MOB Y aHHEIHUI, KaK U y JAPYTUX )KUBOTHBIX,

MPOUCXOIAUT 3a c4YeT Habopa CHeNHaTu3WPOBAHHBIX MATTEPH-PACHIO3HAIOIINX PEIENTOPOB
(pattern recognition receptors, PRRS). Dtu peuenTopsl pacro3HAalOT KOHCEPBATHBHbBIC
MOJICKYJISIPHBIE TATTEPHBI, CBOWCTBEHHBIE OOJBIIMM TPYIIaM MHKpPOOpraHu3MoB. J[lamee
pacro3HaroIIre PEelenTOPhl 3ayCKal0T KOHCEPBATHUBHBIC MYTH CHTHAJIWHIA, KOHTPOJIHPYIOIIUE
IKCIPECCHI0 UIMMYHHO-accoluupoBanHbix reHoB (Bilej et al., 2018).

Y 0Gecno3BOHOYHBIX KHBOTHBIX B KadecTBe PRR 9acTo BBICTYMarOT JIEKTUHBI — KpailHe
pa3sHOOOpa3Hbie OeKH, CIEU(PHUECKH pearupyrome ¢ yriaeBoanbivMu jurangamu (Locker,
2010). Hanwuwme psima xapakTEpHBIX JOMEHOB B IEPBHYHONM CTPYKType OEJIKOB ITO3BOJISIET
OTHECTH UX K IMMYHHO-AaCCOLIMMPOBAHHBIM JIGKTHHAM.

OrmmuutensHoit  weproit jgomeHa Clq sBHsieTcs €ro CrmocoOHOCTH  CBSI3BIBATH
pasHooOpa3Hble JUTaHAbl, BKIouas yrieBoanble octaTku (Kishore, Gaboriaud et al. 2004,
Gaboriaud, Frachet et al. 2011). HenaBro Obuto moka3zaHo, uto ClqL-apxuTekTypa HIHPOKO
pacmpocTpaHeHa y JO(OTPOX030H, TakMX KaK MOJUTIOCKH, Opaxuomoibl, HEMEPTUHBI U

AHHCJINAbI, U ObLIa BbBIIBUHYTA I'UIIOTE3a, YTO 3TU OCIIKU SABJISIOTCS YaCTHIO AHTHYHOTO KacKaga
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xomiutemenTa (Gorbushin, 2019). Jlekrun-nogo6HkIe cBoiicTBa OeskoB C1qDC ObuTH onHcaHbl y
oproxonorux (Gerlach, Schlott et al. 2004) u nBycTBOpYaThIX MOJUTIOCKOB (Zhang, Song et al.
2008, Gestal et al. 2010, He, Zhang et al. 2011, Li, Yu. et al.2011, Wang, Kong et al.2012, Xu,
Xie et al.2012, Yang, Wei et al.2012, Allam et al.2014, Liu, Xiang et al.2014, Gerdol et al.
al.2015). ¥ nBycTtBOpuaThIX MOJUIIOCKOB ceMeicTBOo TeHoB ClqDC mpenacraBieHO OYeHb
MIMPOKO: KOJMYECTBO KOAMPYIONMX Takue OCNKH T€HOB B WX T'€HOMax M TPAHCKPUIITOMAax
nocturaeT Heckonbkux coter (Gerdol et al., 2019).

Jlektunpl  C-Tuma  NpeACTaBIAIOT  cOOOM  reTeporeHHyw  Ipymnmy — OEJKOB,
xapakrepusytomuxcss Hamuuuem gomeHa CLECT, wyacto CoOeIMHEHHOro C JApyrUMH
KOHCEpBATUBHBIMU CTPYKTYpHbIMU MoTuBamu (Zelensky, Gready 2005). OnHuM U3 Xopomio
omucanHbix CLECT sBnsieTcs ceKpeTopHbIi KoJutareHoBbiid jekTuH (MBL), cBs3bIBaromimii
MaHHO3y — 3JIEMEHT PACIO3HABAHUS JIGKTUHOBOI'O IYTH CHUCTEMbl KOMILJIEMEHTa uesloBeKa. Y
710(OTPOXO30MHBIX JKUBOTHBIX HE OOHapykuBaeTcsa oprosoroB MBL, HO y HuX mupoKo
pacrpocTpaHeHbl JIBa rOMOJIOrHYHbIX CTpYKTypHbIX MoTuBa CTLDC1 u CTLDC2 (Gerdol et al.
2018, Gorbushin 2019). V aBycTBOpYaThIX MOJLIFOCKOB JeKTHHBI C-Tuma aeiicTByioT kak PRR.
Bbeuo mokazano, yto y Chlamys farreri skcnpeccuss CTLDC-conepxamero Oenka CflLec-1
YBEIMYMBACTCS MOCIIE IKCIIEPUMEHTAIBHOTO 3apaxkeHus: Oakrepueit Vibrio anguillarum (Wang,
Song et al., 2007). Yetsipe 6enka u3 rpymnmnsl CTLDC2 B remorurax Crassostrea gigas raxske
JEMOHCTPUPOBAIIM TOBBIIIEHHYIO OJKCIIPECCHI0 B TEUEHHE JHS IIOCIE AKCIEPUMEHTATBHOM
crumyIisauu munonoaucaxapuaom (LPS) E. coli (Wang, Zhang et al., 2017).

I"anexTHHBI — WIEHBI CynepceMencTBa OEIKOB, HECYIIHX YIIIEBOI-PACIO3HAIOUINHA TOMEH
GLECT. I'anexTuHbI crieu(pUUEcKd CBI3BIBAIOTCS C OCTaTKaMHU [-TalaKTO3WIOB M 00JaJaroT
MeTallI-noH-He3aBucuMoi (pyrnkimonansHocThio (Leffler, Carlsson et al. 2002). Uudopmarus o
(YHKIIMOHUPOBAHUHM TAJICKTUHOB Y JIOGOTPOXO30MHBIX KHBOTHBIX OTPaHHYCHA: HECKOJIbKO
UCCIIeIOBaHMIA OBLIO BBIMOJHEHO Ha MoJiTrockax Crassostrea virginica (Tasumi and Vasta 2007)
u Biomphalaria glabrata (Yoshino, Dinguirard et al. 2008 r.). Umeromascs undopmarms o
XapakTepe CBS3BIBAHUS TATOTEHOB MO3BOJSET MPEIINONI0KHUTh, YTO TaJCKTHHBI MOJUTFOCKOB

nercTByroT kak PRR.

Onun u3 u3BecTHBIX i anHenun PRR Obut onmcan ans Eisenia andrei mon HazBaHueM
«uenomudeckuit muronutudeckuii pakrop (CCF)» (Beschin et al. 1998). Dror penentop
pacmo3HaeT MHUKpOOHBIE MATTEPHBI IIMPOKOTO  CIEKTpa, B 4YacTHOCTH, O-aHTUTEH
munononucaxapunoB  (LPS) I'pam-orpunarensHbix  0OakTepuii, MYpaMUHOBBIA —JTUIETITH]
KJIETOYHOU cTeHKU [ pam-1monokuTenpHbIX OakTepuil u riitokanbl apoxokeil. CesspiBanne CCF ¢
NaTOTCHHBIMHU TTaTTEPHAMH 3aITyCKaeT aKTUBAIMIO KacKaja MpOo(peHOIOKCHIA3hl, YTO MPUBOANUT
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K 00pa30BaHHIO IIMTOTOKCHYECKUX M AHTUMHKPOOHBIX COCIMHEHHH. AKTUBHEE BCErO STOT
(akTop IKcmpeccupyercs B LeloMolMTax M TKaHsx kumieunuka (Bilej et al., 2018). CCF
arrJIIOTHHUPYET KaK IPaMIIOIOKHUTENIbHbIC, TAK U TPaMOTPHIIATEIbHbIC OaKTEPHUH, YIaCTBYET B
KJIETOYHO-OTMIOCPEIOBAHHBIX  IATOTOKCHMYECKUX  PEAKIUSAX W aKTUBUPYET JIUTHYECKYIO
AKTHBHOCTh LIEJIOMUYECKOW JKUAKOCTH TPOTHB IPUTPOLUTOB PA3JIUUYHBIX BUIOB MO3BOHOYHBIX
(Bilej et al. 1995, Beschin et al., 1998, Bilej et al. 2010).

EMUHCTBEHHBI  SKCIIEPUMEHTAIbHO  OXapaKTEPU30BAHHBIA B IIEJIOMOIMTAX U
HeoMUYecKor xkuakoct A. marina nextuH — AML-1, oTHOcsmmiics K ceMEHCTBY XWUTHH-
cesaspiBaromux JektuHoB (Vitashenkova et al.,, 2012). AML-1 mpencraBisier coboii PRR,
cenu(pUYHO pearupyromuidi Ha aueTwibHbie Tpymnnbl. OH BBI3BIBACT  ArTJIIOTHHAIUEO
SPUTPOLIUTOB KPOJIHKA, KOTOpPast MOXET MOAABIAThCS N-aleTHIMPOBaHHBIMU caxapuaamu, LPS
u3 Salmonella minnesota u mekotopeiMu mrammamu E. coli.

2.3.3. Toll-like peyenmoput

Toll-like penenropsr (TLR) maBHO H3BEeCTHBI Kak MMMYHO-accomMupoBaHHBIE PRR,
KOTOpBIC MOTYT PAaclO3HaBaTh OaKTEPUU, IPUObI U AK30TCHHBIC HYKIEHHOBBIC KUCIOTHI (Akira et
al.,, 2006; Kawai, Akira 2007). Ilo cBoeii apxurekType OHHM pasaensiorcs Ha V-TLR
(«vertebrate-like») u P-TLR («protostome-likey).

Iepseiit TLR, ommcannsiii maas onuroxer Eisenia andrei, EaTLR, moka3biBaeT camyro
BBICOKYIO KOHCTUTYTHBHYIO OKCIPECCHIO B MHUIICBAPUTEILHOM TpakTe duepBs. I[Ipu 3TOM
skcripeccust reHa EaTLR B menmoMonuTax 3HAYMTENFHO YBEIMYHMBACTCS MOCIE 3apaKCHUs
rpaMIosoxKuTeIsHEIME Gaktepusamu (Skanta et al. 2013).

Uccnenosanue reHoB Toll-like perentopo B renomax nosnmxerst Capitella capitata u
nusBku Helobdella robusta seisBuino 105 TLR-cBsa3annsix renoB y Capitella u 16 y Helobdella
(Davidson et al. 2008). Ilpu stom komupyromme mnocienoBatenbHoctn C. capitata umeror
xapaktepHoe s V-TLR crpoeHue u cxomHbl Mexay coboi. Pementopsl H. robusta P-tumna u
CHJIbHO OTJIMYAIOTCS JIPYT OT JIPYTa M0 CTPOCHUIO.

Cyns o Bcemy, He Bce TeHbl TLR skcnipeccupyroTcsi B MMMYHHBIX KjleTkax. Hampumep,
u3 83 TLR, naeHTHdUIMPOBaHHBIX B TEHOME JIBYCTBOpPYATHIX MOJLIIOcCKOB C. gigas, Tonbko 78
IKCIIPECCUPOBAIMCh B TEMOINMTaX H TONbKO 19 mokaseBamm auddHepeHIMPOBaHHYO

9KCIPECCHIO B OTBET Ha MMMYHU3almio arorenamu (Zhang et al., 2015).

2.3.4. Aeenromunupyrowue, 1uzupyrowue U AHMUMUKPOOHbIE MONEK) /bl
DddexkTopHbiec UMMyHHBIE (HAKTOPBI OOHAPY)KMBAIOTCS KaK B IUIa3Me ILEITOMUYECKOM

KUAKOCTU aHHCIN, TdK U B LHCIIOMOLUTAX, 4 UHOTAA U B JIPYI'UX TKAHAX U OpraHax. OmnmcaHbl

armIIOTUHUPYIOIIME, JIM3UPYIOIIMEe W aHTUMHUKpoOHBIe  (akropel. [lpum  mpoBeneHun
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HKCIIEPUMEHTOB C TYMOPAJIbHBIMU (DAKTOpaMU aHHENU] U APYTHUX OECHO3BOHOYHBIX B Ka4eCTBE
AQHTHUTeHA YaCTO HUCIOJB3YIOT 3PUTPOLUTHI MICKOIUTAIOIINX, TIOATOMY B JINTEPATYPE BBIICISIOT
OTIIeNbHbIE THUIBI TEMArTIIOTUHUHOB W TEMOJIM3MHOB, PErHCTPUPYEMBIX B  TaKHX
JKCIIEPUMEHTAX.

ATTIIIOTUHUHBI TPUHUMAIOT YYacTHE B PeaKUusAX (aromuro3a, MapKUpysl MaTOTEHBbI U
UHUINAUPYS TaKUM 00pa3oM KIETOYHYIO 3aIIUTHYIO PEAKIHI0. ATTIIOTHHHUHBI MOTYT HMETh
JIEKTUHOBYIO TIPUPOAY M OJHOBPEMEHHO BBHIMONHATH (GyHKIMIO PRR, a Taxke moryt OBITH
UHYIHOEIBbHBIMU 3((HEKTOPHBIMU MOJIEKYJIaMH, CUHTE3 KOTOPBIX 3aIlyCKaeTcs 1Mocie KOHTAaKTa
C TMaTOTCHOM.

VY L.terrestris uemoMuyeckass KHIKOCTH B HOPME COJACPKHT AarrjFOTHHHHBI,
pearupymoliiue Ha SpUTPOLMTHI U Ha HEKOTOpble OakTepuaiabHble MITaMMbL [Ipu BBeneHuu
AQHTUI'CHOB B IIEJIOMUYECKYIO [TOJIOCTh KOHIIEHTPALMs arrJlOTUHUHOB 3HAUYUTENILHO MOBBIIIACTCS
B TeueHue 24 uvacoB. Y E.fetida moka3ano, 4TO mpH KOHTaKTe ¢ AQHTUTEHOM XJIOPATOLUTHI
BBICBOOOKIAIOT XJIOPArOCOMbI, KOTOPbIE HMMECIOT arrIIOTHHHUpYOIIylo akTuBHOCTH (Dhainaut,
Scaps, 2001).

Cpenu nonuxer arriaroTHHHHEL 0OHapyxeHsl y Nereis virens (Russel et al. 1983; Lai et al.
1989). bpuin BbIACTEHBI TPU THUIA TEMArTJIIOTUHUHOB: YYBCTBUTEJIbHBIE K TEMIIepaType
TJIMKOTIPOTEHUHBI, HEYYBCTBHUTEIBHBIC JIAMUIAHBIC ArriIOTHHHHBI M TPOTEOTIHKAHBI OOJIBIION

MAacCChbl, HCYYBCTBHUTCJILHBIC K JIBYXBAJICHTHBIM KaTHOHAM.

[uromuTrdyeckue mopooOpasymone Oelnkd - MOIIHbIE MPOTHBOMUKPOOHBIE H
NPOTUBOIAPA3UTAPHBIC MOJICKYJIBL. SIPKHM MPHUMEPOM SIBIISIOTCS TEPPOPUHBI, CEKPETHPYEMbIC
[UTOJUTHYCCKUMH  JTUMQPOUUTAMH Yy MIICKOMUTAIONINX, KOTOPhIE TOKCHYHBI KakK JIJIs
MHKPOOPTaHU3MOB, TaK M IS aOeppaHTHBIX KIETOK OpraHM3Ma-XO3sSMHA, TAaKMX KaK PaKOBBIC
win uHpuuupoBanHsle BupycoMm kietku (Hadders et al. 2007, Rosado et al. 2007).
[MopooOpa3yromyie MOJEKYJIbl TAK)KE MOTYT MIpaTh pOJib B aTpouH MPOBU3OPHBIX OPTaHOB U
CE30HHOM Pe30pOIIMY TOHA]T Y TONTOXKUBYIINX OECIIO3BOHOYHBIX.

Cpenu npencrasureneii Lophotrochozoa mmpoko pacnpocTpaneHsl OelKH, colepkaliie
nomeH adpommsuHa (Pinaud et al., 2021) u Genku, comepxkarmue gomer MACPF (Gorbushin,
2016): obGe 3T rpymmbl OEJNKOB SBJISIOTCS AKTHBHO IUTOMUTHYEeCKUMH. Kpome Toro, K
U3BECTHBIM MoOpooOpasywmuM TokcuHaMm (PFT) OTHOCSTCS KOJNHWIMHBI, aKTHHOIIOPUHBI,
KOJIYITIOPHHBI U HEKOTOpBIE Ipyrue rpymmsl Mosiekys (Peraro and van der Goot, 2016).

'eMonM3UHBI 3apErUCTPUPOBAHBI KaK y OJIMTOXET, TaKk W y moiuxer. llenommuyeckas
KHJKOCTh OJIUTOXET COJCPKHUT KalblUi-MarHhii-He3aBUCHMbIC T'€MOJHU3MHBL. 71 OJIHMroXeT
Eisenia fetida ommcansl cneruduuHble TOPOOOPA3YIOIHE aHTUMHKPOOHBIE OCIKH, UMEIOIINE
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TeMOJUTHYECKYI0 akTUBHOCTE: (hetuamnH (Prochdzkova, Silerova et al. 2006, Dvotak, Mancikova
et al. 2013) u nusenunsl (Shogomori and Kobayashi 2008, Sukumwang and Umezawa 2013). V
E. fetida remonurnyeckass akTuBHOCTH ma3mbl He uHruompyercs DJITA (Roch et al. 1981).
Kpome Toro, y mrom6puru gektud CCF Takxke 00s1a1aeT TUTHUECKON aKTHBHOCTHIO.

B TO xe Bpems, y BOCbMH BHJIOB MOJHXET M3 pa3Hbix cemeiicTB (Nainereis laevigata,
Orbinia cuvieri,  Cirriformia tentaculata, =~ Notomastus latericeus,  Arenicola claparedii,
Petaloproctus terricola, Marphysa sanguinea, Nereis sp.) reMOJIH3HHBI TEPMOIAOHIBHBI U

3aBUCHMBI OT ABYXBaJeHTHbIX kKaTuoHOB (Roch et al., 1990).

AntumukpoOuble mentuabl (AMP)  anHenmua — pa3HooOpasHas TpyIa MOJIEKYI,
BBIMOJIHSIONINX 0aKTePUOCTATUYECKYI0 WM aHTHUOAKTEepHAbHO-TUTHYECKYI0 QyHKIMI0. Takue
nentuapl o0Hapyxkensl y E. fetida, Lumbricus rubellus (Bilej et al., 2010).

AHTHOAKTepUATbHBIM JICUCTBUEM TaKkKe 00JalaeT JU30IUM — OaKTepUOTUTHUCCKHIA
depment, crnenuduueckuM  00pa3oM  THAPOIU3YIONIMH  KJIETOYHYIO  CTeHKYy [ 'pam-
MOJIOKUTENBHBIX OakTepuid. Y MOMOpHULIMI OH OOHapYy>KMBAETCS KakK B IEJIOMOIIMTAX, TaK U B
mwia3me 1enomudeckoit xuakoctu (Bilej et al., 2010). YV momuxersr Nereis diversicolor nuzonum
B HOpME OOHAPY’>KUBAETCS TOJBKO B TPAHYJIOIUTAX, HO TOSBIISICTCS B IIETIOMUYECKON KHUIKOCTH
B TeUeHHEe 24 4acoB TOCIIe BBEJCHUS B IIEIOMUUYECKYIO TIosIocTh Oaktepuii (Lassalle et al. 1988).
JluzonmMHasl aKTHBHOCTh TakXKe OTMeuYeHa B TkaHax mnusaBok: Herpobdella octoculata,
Hemopsis sanguisuga u Hirudo medicinalis (Dhainaut, Scaps 2001).

JHns Arenicola marina omnucanbl aHTUMHKpPOOHBIE menTHabl — apeHunuHbl (Maltzeva et
al., 2014; 2016). ApeHUIIMHBI PEACTABISIOT cO00 HebobIue (21 aMHHOKHCIOTHBIH OCTATOK)
AMP, BriepBbIe BBIJICJCHHBIE W3 IIETOMOIMTOB A. Marina u oxapakTepH30BaHHBIC TOYTH JIBa
necsrunerus Hazan (Ovchinnikova et al., 2004, Lee, Kang et al. 2007, Ovchinnikova et al., 2007,
Sandvang et al.,, 2008, Maltseva et al., 2014, Berlov, Maltseva 2016). ITomo6HO apyrum
n3BecTHBIM AMP mnosinxer, TakuMm, Kak ajbBUHEUIAMH, HUKOMUIMHBI U HEIABHO OIHUCAHHBIN
kanuresvianud  (Panteleev et al.,, 2020), apeHunmHbBl MPOM3BOAATCS U3 0Oojiee KPYIHOI
MOJIEKYJIbI-TIPE/IIIIECTBEHHUKA, COJEpKaIllel CUTHANBHBIA TEeNnTHA. ApPEHUIUHBI UMEIOT
OMHMCAaHHYI0 aHTHOAKTepUATbHYI0O aKTHBHOCTh, B TMEPBYI0 oOuepenb MNpoTuB [pam-
orpunarenbhbix Oakrepuit (Elliott et al., 2020).

C pacriozHaBaHHEM M UMMYHHBIM OTBETOM IMPOTHUB OAKTEpUN TakkKe CBSI3aHO CEMEHCTBO
6enxoB LBP/BPI (LPS-binding proteins/bacterial permeability increasing proteins), xoropsie
moryT nerictBoBaTh kKak AMP (Krasity, Troll et al. 2011). DTo mapamoruyHbie CEKpETOPHBIC
OeNnKkHv, BOBJECYEHHbIE BO BpPOXKAECHHBIM HMMMYyHHbIM oTBeT. IluToTokcmunocts BPI
orpaHuuuBaeTcs ['paM-oTpuLIaTENbHBIMU OaKTEPHUSIMH, YTO OTPA’KaeT UX BBICOKOE CPOACTBO K
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6akrepuanbHoMy LPS. CasaspiBanne BPI ¢ xuBbiMu Oakrepusmu uepe3 LPS Bobi3biBaer
HEMEJUICHHYI0O OCTaHOBKY WX pocTa. Ilociie mporcxoauT moBpexIeHHe BHYTPEHHEH MeMOpaHbI
oaxrepuansHoii kietku (Elsbach, 1998). LBP Bosieuen B pabory kackaaa Toll-like perieniropos.
VY Eisenia andrei skcmpeccusi rena LBP/BPI akTuBHpyeTcs B OTBET Ha OaKTepUAIbHYIO
CTHMYIIAILMIO, TOCTHTask MAKCUMyMa depe3 8-16 uacos mocie crumyitsiuu (Skanta et al., 2016).
2.3.5. Kucnopoo-zasucumvie u gpenonoxcuoasuvie 3¢ppexmopnuvle mexanuzmol

AxtuBHble Qopmbl kuciaopoga (ROS), peakTuBHBIE NPOMEKYTOUYHBIE COCTUHEHHUS
kuciopoga (ROI) u peaktuBHble MpoMexyTouHble coeauHeHus: azora (RNI) mpoayuupyrorcs
UMMYHHBIMH KJIETKAMH B OTBET Ha 3apakeHue Oakrepusmu u rpubdamu (Bogdan, 2001; Nathan,
Ding, 2010). Tak Ha3bIBaeMbIii «PeCHUPATOPHBIA B3pbIB» — mpoaykius ROS u ROI B xoxe
UMMYHHOI'O OTBETa — OCYILECTBIIseTCsl paboToil pazHoodpaszHoro cemerictBa NADPH-okcunas
(NOX) u muroxpoma b, KOTOpbIE UMEIOT PA3IUYHOE TKAHEBOE PACHpPECICHUE U MEXaHU3MBI
axtuBaiuu (Panday et al., 2015). Dto cioxkHas U QUIOreHETUYECKH KOHCEPBATUBHAS CHCTEMa
MOJICKYJISIPHBIX ~KackajoB. Pesynbrar ee (yHKUMOHMpPOBAHHS MOXET 3aKIIO4YaThCcs B
HEMOCPEJCTBEHHOM TOBPEKACHUU KIETOK IaTOr€HOB, a TaKXKe B HEKOTOPBIX Cllydasix B
UHIYKIUH aloITO3a COOCTBEHHBIX KJIETOK-(DaromuToB, 3aXBaTHBIIUX YYKEPOJHBIA MaTepUal.
[Ipy akTHBaMU PECTIMPATOPHOTO B3PHIBA TAKXKE AKTUBUPYIOTCS 3aIIUTHBIC aHTHOKCHIAHTHBIC
MEXaHHU3MBbI, KOTOPBIE IMO3BOJSIOT OTPAHUYHUTH JCHCTBHE CHIJIBHBIX TOKCHYHBIX DPagUKajIOB U
3alUTUTh OKPYXKAIOUIMe TKaHU OT COOCTBEHHOTO HMMYHHOTO OTBeTa. B HcCClieJoOBaHMSIX
UMMYHHUTETa OECIIO3BOHOUHBIX BHHMAHHE YacCTO YJENSeTcs pALy TaKuX MOJIEKYJ: Karaniasa
CIIY’)KAT JUI  3aIIUTBl  KJIETOK OT TOKCHYECKOTO BO3JCHCTBHS TEPEKHUCH BOAOPOJA;
CYTIEPOKCHITUCMYTa3bl 3aIIUIIAI0T BHEKJIETOYHOE MPOCTPAHCTBO OT TOKCHYECKOTO NEHCTBHUS
ROI nytem mpeoOpa3oBaHUs CyNEepOKCUAHBIX PAJAUKAIOB B MEPEKUCh BOJOPOAA U KUCIOPO/;
HepoKCcHIa3bl 001a1al0T GyHKIMeH paciierieHus nepekucu Bogopoxaa (Fattman et al., 2003)
(Takeuchi et al., 1995). Okcun azora (NO), KOTOPBIii CUUTaeTCsA OJHUM H3 HanOoOJiee Ba)KHBIX
RNI, BbIpabaThiBaeTCA OKHUCIUTEIBHBIM MEXaHU3MOM, BKIIOUYAIOIIMM KaTabonu3Mm L-apruHuHa
(Bogdan, 2001). Cunrasza okcuaa azora (NOS) — pepMeHT, KOTOPBIH OTBEUAET 3a MPOILYKI[HIO
NO, mpucyTcTByeT y OOJBIIMHCTBA OECIIO3BOHOYHBIX XHMBOTHBIX B BHJIE TOJBKO OJIHOTO Te€Ha

(Andreakis et al., 2010).

O®enonokcunazupii  (PO) kackag dacto ¢urypupyeT B OOCYXKICHHMM HWMMYHHBIX
MEXaHH3MOB OECIIO3BOHOYHBIX. MeaHu3aIus ¢ HCIOIb30BaHHEeM (EHOJIOKCUIA3HOTO KacKaja
SBJISICTCSl KJIIOYEBBIM UMMYHHBIM MEXaHHU3MOM Y UYJIEHHCTOHOTHX. Y HAaCEKOMBIX 3Ta PEeaKlus
MPOUCXOAUT OYEHb OBICTPO U SBISETCS OJHOM M3 MEpBBIX (OpPM OTBETa Ha MOBPEXKICHUE
MOKPOBOB M WHBa3uio mnaroreHoB. JlamHple o Hamuuumu PO kackaga y Jpyrux TpyImn
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0ECII03BOHOYHBIX HHOTJIA HOCST NPOTUBOPCYMBBHIM XapakTep. Y MOJUIIOCKOB HaOIoqaeTcs
NpOLIECC MEJAHW3AIMK B KAuyeCTBE MMMYHHOW pEaKIMU, HO OH MPOUCXOIHMT Ha TMOPSIKH
MeJUIEHHEe, YeM y WICHHCTOHOrHX. Hamnune «KOpHYHEBBIX Tejel, KOTopbie GOPMUPYIOTCS B
[ICIOMHUYECKON  TOJIOCTH  KOJBYATBIX YepBEH MMOCIAE€ HWHKANCYISIMA HIH  aKTHBHOTO
0aKTepUaIbHOTO 3apa)KCHHS, YaCTO CBS3BIBAIM MMEHHO C MEJIaHU3alMeH, OJTHAKO KOHKPETHBIX
MOJATBEPXKICHUH XUMHUYECKOH MPUPOABI KOPUYHEBOTO IHIMEHTa B JTHX OOpa30BaHHIX
NPAaKTHYECKH HE HMeEeTCs. AKTUBHOCTh (DEHOJNIOKCHIAa3bl Yy KOJbYATBHIX dYepBel Obuia
uaeHTuuImMpoBana Ouoxumuuecku st mosmxersl Nereis diversicolor (Porchet-Henneré,
Vernet, 1992) u noxzaesoro yepss Eisenia fetida (Prochazkova et al., 2006). B wactHocTH,
akTuBaius PO-kackana Obula ONMMCAaHA y JIOXKACBBIX YEpBEH Kak 4acTh MMMYHHOTO OTBETa Ha
anMKOMIUIEKCHBIX mapa3utoB (Prochazkova et al., 2019). Ognako OMOXMMHYECKH aKTHBHBIC
depmentel PO He Obuin oOHapykeHbl y moiumxeT A. marina u Aphrodite aculeata (Smith,
Soderhall, 1991).

®epmenTsl PO sBISAIOTCS MOCHEIHUM KOMIIOHEHTOM PEAKIIMOHHOTO KacKaja, KOTOpBIH
3alyCcKaeTcsi MpH pacro3HaBaHud maroreHoB. [IpeamectBennukn PO — mpoPO-depmeHTsI
NOABEPraloTcs JACHCTBHUIO CEPHHOBBIX ITpOTea3 [yl NepexoJa B akTHBHYIO ¢(opmy. 3arem
akTuBHbIe PO mpeBpaiaroT (eHOIbHbIC MM aMHUHOBBIC COCIMHCHUS B J0(PaxXpoM U MEJIaHHH.
KopoTkoXuByIIIHE TPOMEKYTOUHBIE IPOTYKTHI THX PEAKIIHI TOKCHUYHBI IS KJIETOK MTaTOT€HOB,
a TONydYaroliuiics B WTOre MeJNaHWH (U3UYECKH HHKancyimpyer wux. Kpome Toro,
POMEKYTOUHBIE MPOJAYKTHI PEAKIIUH MEIAaHMHOBOTO MYyTH YYaCTBYIOT B MPOIIECCE 3aKUBJICHHS
paH myTeM 0Opa30BaHUs KOBAJICHTHBIX CBsA3eH B MOBPEXKJCHHBIX TKAHSAX, YTO MPHUBOAUT K
ckieporusaiuu (Le Clech et al., 2016).

PO — ato meabcomepskarue dpepmentsl (Kim, Uyama, 2005), KoTopbie pa3fensioTcs Ha
TPHU TPYIIbI B 3aBUCUMOCTH OT UX CTPYKTYPHOH M CyOCTpaTHOW CHEMU(PUIHOCTH: THPO3UHA3HI
KaTaJM3UPYIOT THUAPOKCHIMPOBAHUE MOHO(PEHOJIOB M OKHCJICHHE O-ITU(EHOJIOB, KaTEXOJa3bl
OKHCIISIIOT 0-TU(EHOIBI U JIAKKa3bl OKUCISIIOT O-TudeHonsl, p-audenon u p-guamunsl (Walker,
Ferrar 1998, Le Clec'h, Anderson et al. 2016). Hcmnons3oBanue B paHHHX paboTax
Hecnenn(pUIeCKuX CyOCTpaToB, KOTOPBIE MOTYT OBITh HCIOJB30BAaHBl HE TOJBKO ATUMH
(dbepMeHTaMU, YaCTUYHO OOBSICHSAET MPOTHBOPEYMBOCTH MOJYYCHHBIX JaHHBIX. Kpome Toro,
U3BeCTHO, 4T0 PO-1000HasT THpO3WHA3HAs aKTHBHOCTh MOXET OBITH 0OecredeHa CTPYKTYPHO
OMU3KMMH TEMOIMAHMHAMH — MEAbCOAEPKAIIUMHU JBIXaTEIbHBIMA TTMTMEHTAMH HEKOTOPBIX

mosutrockoB U uinenucronorux (Cerenius et al., 2008; Coates, Decker, 2017).
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2.3.6. benkoswlii comeocmas UMMYHHBIX KIEeMOK
Jns mopnmepskaHuWsi TOMeocTa3a KIETOYHBIX OENKOB, WM IPOTEOCTa3a, B KIETKaX

MPOKAPUOT U DYKAPUOT CYIIECTBYET KOMIUJICKCHAs M aJanTHBHAs CHCTEMa, KOHTPOJIUPYIOIIas
BECh JKM3HEHHBI LMK OelKa: CHUHTE3, CBOpAayMBAaHME, IOAJCPKAHUE €ro MpaBHILHOU
KoH(pOpMaluy, HEOOXOJAUMOIo KOJIMYECTBA, CYOKJIETOUHYIO JIOKaJIM3alUIo, a TakKke
Jerpajaluio.

Yo6uksutun-nporeacomuas cucrema (YIIC) Ha naHHbBII MOMEHT MO3UILMOHUPYETCS Kak
OJIMH U3 OCHOBHBIX IIPOTEOJUTHYECKUX MyTell B KieTke. Cuntaercs, uro YIIC orBeTcTBEHHa 3a
npubm3uTeibHo  80-90% KIETOYHOTrO MPOTEONIH3a, B 3aBUCHUMOCTH OT (DU3HOJIOTHYCCKHX
cocrostuuii v tuna kiaetok (Hershko, Ciechanover, 1998; Kwon, Ciechanover, 2017).

YOUKBUTHH-IPOTEACOMHAs] CHUCTEMa SBISETCS OCHOBHBIM MEXaHU3MOM Jerpajaluu
KOPOTKO>XMBYIIUX, HEMPABUIbHO CBEPHYTHIX, IOBPEXKJIECHHBIX, a TaKXE 3aBEPLIMBLINX CBOIO
¢yukuto 6enkoB. YIIC akTUBHO yyacTBYeT B KJIIETOUHOH Mepejaue CUTHAJIOB, TPAHCKPUIILIUY, a
TakKe B JAPYTrUX KICTOYHBIX (YHKIUSAX, TaKUX KaK MPOJABIKEHUE M0 KIETOYHOMY LIHKITY,
nponudepanus, anonro3 (Bard et al, 2018).

[Iporeacoma sBileTCS 3BOJIIOLMOHHO JIPEBHUM IPOTEOIMTHUECKUM KOMILJIEKCOM,
KOTOPBIN B pa3HbIX (popMax MPUCYTCTBYET y OaKkTepuil, apxeil, >kuBOTHBIX U pacTeHuil. basoBas,
uim kopoBas, 20S mporeacoMa MPOKAPHUOT M DYKAPHOT COCTOMT M3 28 cyObeauHWIl. Y
MPOKApHOT TpOoTeacoMa COAEPKHUT 14 KONMUH HMICHTHUYHBIX O-CyObeauHUIl W 14 Komuid
UJICHTHYHBIX B-cyObeaunun. [IpoTeacoma SyKapHOT COAEPKUT MO 2 KOMUU 7 Pa3HBIX O-
CyOBEIMHMII ¥ 110 2 KOTIUU 7 Pa3HbIX 3-CyOheTUHHII.

Komrmnekc kopoBoil mporeacomMbl € OJHOM WM JIByMSl DPETYJISTOPHBIMH YacTHIIAMH
PA700 obpasyer 26S mporeacomy (Puc. 5). ITomrMo 3TOro, B KJIeTKax 3yKapHOT IPUCYTCTBYIOT
komIuiekcsl 20S mporeacom ¢ npyrumu aktuBatopamu — PA200 m PA28. I'ereporeHHocTth
PEryJISTOPHBIX YacCTHIl U YHUCIO KOMOMHAIMM, B KOTOPBIX OHM MOTYT IpPUCOEAMHAThCA K 20S
mpoTreacoMe, JJaroT Iedbli Habop mporeacom ¢ pasHeiMu  (yHKmusaMu. CopaepikaHue
PETYJIATOPHBIX CyOUacTHI] B KJIETKE U, COOTBETCTBEHHO, (DYHKIIMM MPOTEACOM MOTYT CHIIBHO
meHsTbest (Copokun, 2009). MHOXECTBEHHBIE IIATICPOHBI 00ECIIEYMBAIOT COOPKY MPOTEACOM,
PEryMpyIOT UX CTa0MIBHOCTD, CBA3BIBAHUE C CYyOCTPATOM, YTWIM3ALUI0 YOMKBUTHHA U Jpyrue
nporeccer (Diaz-Villanueva et al., 2015; Vanoli et al., 2015).

[IpoTteacompl 26S OCYIIECTBISIOT THAPOJIN3 YOMKBUTHHHUPOBAHHBIX OeilkoB. CUTHAIOM
POTEACOMHOM Jlerpasaliiy SABISETCS LENb U3 MOJEKYJ YOMKBUTHHA, KOBAJICHTHO CBSI3aHHAs C
O0enkoM-MumieHpl0.  Crnenn(UYHOCTh CUTHAJNA  OINpPENENsAeTCs UIMHOW W CTPYKTYpOu
NMoJMyOUKBUTHHOBBIX IEN€il, KOTOPhIE PACIO3HAIOTCS PELENTOPAMHU B COCTABE PETYJATOPHBIX

CY6‘IaCTI/IH MpOTCaCOMBI.
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s ruaponuza Ha 20S mpoTeacomax Moaudukanus 0eIKOB YOUKBUTUHOM HE TpedyeTcs.
B ciydyae yOWKBHTHMH-HE3aBUCHUMOHW JAETPaJalliy CHTHAJIOM JUIS MPOTEONH3a SBISETCS JHOO
HIOCJICIOBATEIBHOCTh BHYTPH CAMOT0 OeJKa, TNO0 HEeKOTOpasi BCIOMOTaTeIbHasi MOJIEKYIa.

B ueHrpanpHOW moiocTH dykapuotuueckoro 20S IpOTEacOMHOro  KOMILIEKCa
pAcIoNIO’KEHO INECTh KaTAIWTHYECKUX IEHTPOB, oOpa3zoBaHHbIX nByms [Bl-, B2- u PS5-
cyOobenununamMu. Kaxnas cyObenuHuma oOnanaer cnequpuyHOCThIO K cyOcrpary. Takum
obpazom, 20S nporeacoma 00iagaeT TpeMsI OCHOBHBIMH THIIAMH KaTaJTUTUYECKOW aKTHBHOCTH:
OHa CHOCOOHA pacLIEIIATh OCJIKH CO CHEM(PUUHOCTHIO 110 TUITYy TPUIICHHA (pacLIeNIeHHe Toce
MOJIOKHUTEIBHO 3apsSKCHHBIX aMUHOKHMCIOTHBIX OCTaTKOB), IO THUILy XHMOTpHIICMHA (TIOCie
apOMaTUYECKUX AaMHUHOKHCIOTHBIX OCTAaTKOB) M IO THUIY Kacmasbl (IOciie OTPHULATEIHHO

sapsukeHHbIX octaTtkoB) (Kynpsiea, benorypos, 2019).

OcHOBHBIE CBEACHHS O CTPYKType MPOTEacoM IIOJIYYCHBI B pabOTax Ha JAPOXKKAX W
mitekonurarontux (Groll, 1997; Unno, 2002). ¥ miteKonUTaommx mIoMuMo 6a30BOi MPOTEacoOMbI
CYIIECTBYET HIMMYHOITPOTeacoMa, COOpKa KOTOPOW B KJIETKE HAUMHACTCS MOCIIE CTUMYIISIIIAN €€
y-uHTep(hepoHOM. DTOT IMUTOKHH 3alyCKaeT CHUHTE3 TpPeX JIOMOJHUTEIbHBIX MPOTEACOMHBIX
cyoremuaun Bli, B2 u B51, KOTOpBIe BO BpeMsi COOPKH MPOTEACOMBI BCTPAUBAIOTCS BMECTO
KOHCTYTUBHO CHHTe3upyembIx cyObenununy 1, B2 u PS5. Cuuraercs, 4yTo B OTJIMYHE OT
KOHCTYTUBHOH, HMMMYHOIIpOT€acOMa TEHEPHPYET IMEeNTHABl, KOTOpPhIE B IMOCICAYIOIIEM
ucnone3yrorcss B mpesentanun anturena (Kloetzel, 2001). Takum o0pa3om, mpoOT€acOMHBIM
KOMIUIEKC y4acTBYeT B ()OPMUPOBAHUU aJaNTHBHOTO MMMYHHUTeTa. JIOTHYHO MPEINONOKUTH,
YTO W B KJIETKaX JPYTHX DYKAPHOT, BBIMOJHSIONIUX HUMMYHHYIO (QYHKIHIO ¥ TIOCTOSHHO
aJaNTHPYIOIIUXCS O] BO3JCHCTBHE  PAa3IMYHBIX  CTPECCOBBIX  (DAaKTOPOB, CHCTEMa
KOHTPOJIMPYEMOM Jierpagaiii OCIKOB TOJHKHA B TOM MM HHOM BHUJIE TPUCYTCTBOBATS.

N3ydyeHne mnpoTeacoOMHBIX KOMIUIEKCOB OECHO3BOHOYHBIX JKUBOTHBIX OTPAaHUYEHO
MOJIETTbHBIMUA  OOBekTaMu. [loka3aHo, YTO MPOTEACOMBI YYacTBYIOT B (OPMUPOBAHUU
nop3oBeHTpanbHOM ocu Tema Drosophila melanogaster (Klein, 1990) u nmepease3anteit ocu Teaa
y uemaroasl Caenorhabditis elegans (Bowerman, Kurz, 2006). IToapoOHBIX HCCII€AOBaHUI
cocTaBa U (yHKIIMOHUPOBAHUS IIPOTEACOM Y MOPCKUX OECIIO3BOHOYHBIX HE MTPOBOAMIOCH.

B nyOmmuHbpIX 0a3ax MaHHBIX MOXHO HAWTH AMHUHOKHCIOTHBIC ITOCIIEIOBATEIIEHOCTH
CyOBeTMHHUIT TTPOTEACOM, OTHOCSIINXCS K OPraHu3MaM M3 Pa3HBIX TaKCOHOB. DTH OCJIKU OYeHBb
KOHCEPBATHBHBI M UMCIOT CXOJHYIO CTPYKTYpPY Yy TpEACTaBUTENCH (QUIOTEHETHYECKH JaJeKUX
rpynn.  Ilo Bcelt BUAMMOCTH, TMPOTEACOMBI SBISIOTCA O00S3aTENBHBIM  KOMIIOHEHTOM

PEryJIATOPHOM CUCTEMBI TOMEOCTA3a KIETOK DYKAPHOT B LIEIOM.
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3akino4eHue

Ha naHHBII MOMEHT HaHHBIE O cOCTaBe W (PYHKIMOHHPOBAHUM WMMYHHBIX CHCTEM
aHHEJIN]l HEPaBHOMEPHBI M 4acTo oOpbIBOYHBL. [lokaiyil, e AMHCTBEHHBIMH IPEICTABUTEISIMHU
IPYMNIIbl, U3yYEHHBIMU C ATOH TOUKH 3pEHUS C HUCIOJIb30BAHMEM PA3HBIX MOAXOJOB, BKIOYAs
MOJICKYJIIPHO-TCHETUYECKHUE METO/IbI, OCTAOTCS OJIMIOXeThl cemeiicTBa Lumbricidae. Mopckum
aHHEJN/IaM YAeIsUIOCh MEHbIIe BHUMAaHUs. OTCYTCTBHE COOTBETCTBYIOIINX JAHHBIX M BBICOKAs
U3MEHYMBOCTh  INPEACTaBUTENCH  Pa3HbIX CEMEHCTB IOJUXET 3aTPYIHSIOT  IOIBITKU
0000I1IeHHOT0 MOJICIMPOBAaHUs UX UMMYHHOH cucTeMbl. TeM He MeHee, Jake€ Ha OCHOBaHWUHU
UMEIOIIUXCS TAHHBIX MOXKHO 3aKJIIOYHTh, YTO LEJIOMOLUTHI MOJUXET CYIIECTBEHHO OTJIMYAIOTCS
OT TAaKOBBIX OJIMTOXET KaK MOP(OIOTHYECKH, TaK U (PYHKIIMOHAIBHO, YTO CBUACTEIHCTBYET O
CYLIECTBOBAaHMU TAKCOH-CHEIM(PUUECKUX 3aLIUTHBIX MEXaHU3MOB B IIpeJesiax TPYIIIbl aHHEJIU.
W3yueHnne BapuaTMBHOCTH OSTHUX MEXAaHH3MOB Ha pa3HbIX YPOBHIX OpPraHU3aLMU BHECET
CYLIECTBEHHBIN BKJIA] B MOHUMAHHUE MyTEH SBOJIIOLIMU UMMYHHBIX CHCTEM U BO3MOXHOCTEH MX
(GYHKIIMOHUPOBAHMUSL.

N3ydenue pa3ziauuHbIX MpeICTaBUTEIEH MOPCKUX aHHENIU] ¢ UMMYHOJOTMYECKOM TOUKU
3peHHs] C MCIIOJIb30BAaHMEM KOMIUIEKCHOTO IOAXO0Ja M COYETaHUS pa3IMYHbIX METOJIOB
NpEeJCTaBIseT OOJNBIION CpPaBHUTEIbHBIH, SBOIIOLMOHHO-(DU3UOIOTUYECKUNA W MPAKTUYECKUNA

UHTEpEC.
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3. MATEPHUAJ U METO/JbI

3.1. O0beKT ucciae10BaHUs

Arenicola marina (Linnaeus, 1758), MOpCKO#l MECKOXMII — BHJ] CEICHTAPHBIX MOJIHUXET
(Mopckux anHenunm) w3 cemeirictBa Arenicolidae (Puc. 6). Pacmpoctpanen B OopeanabHBIX
paiioHax ceBepHOW ATHaHTHKM, mOpuieratomux pailonax CesepHoro JlegoBUTOro oOkeaHa
(*Kupkos, 2001).

B benom mope 3TO MaccoBBIM, JIETKO JOCTYIHBIM BHJ. DTOT BUJ aJalTUPOBaH K
HIMPOKOMY JTMANa3oHy YCJIOBHUN TeMIiepaTypbl U COJIEHOCTH, HO M30eraer OeperoB ¢ CHUIbHBIM
BOJIHOBBIM BO3JIciicTBHEeM U TedcHusiMu. B Bemom Mope A. marina oOuieH Ha JUTOPAIbHBIX
y4acTKax C WIMCTBIMH, NE€CYaHBIMU WM YaCTUYHO KaMEHUCTBIMU OTJIOXKEHUsIMU. B3pocibie
YepBU 3apblBalOTcs B TpyHT Ha miyoumny 20-30 cM W NHTAIOTCS  pa3iiararolluMUCS
OpraHMYeCKUMH  BEIIeCTBAMH W  MHUKpPOOpPraHu3Mamu B  oTioxkeHusix.  Cpemuss
IPOJODKUTENBHOCTh  JKM3HM IIeCKOXwia B beinom Mope cocraBiaser 2-3  roaa,
IIPEIIOJIOKUTEIbHBI MaKCUMyM — 6 JieT. Pa3MHOXKeHHE NPOUCXOANUT OJUH pa3 B IOJ], B KOHILE
UIOHS - Hayaje HIoJis, OCeJaHMe JIMYMHOK IPOMCXOJUT B KOHIIE aBrycra. B TedueHue mepBoro
rojila pocTa 4epBU MPOXOAST MOJIOBYIO nuddepeHmanmo, Ho He IPOU3BOAST 3pENbIX FaMeT 10
MOMEHTA MacCOBOI'O HEPECTA, IOITOMY Y4aCTBYIOT B BOCIPOM3BOJICTBE TOJBKO Ha BTOPOM T'OAY
XU3HU. YacThb MJIOJOBUTOIO HAaceJIeHUsl NOruOaeT mocje HepecTa. B onTHManbHBIX YCIOBHSX
A. marina ¢opMupyer cTaOWIbHBIC MOMYJSIMHA, B KOTOPHIX MPUCYTCTBYIOT BCE BO3PACTHBIC
Tpynnbl OJTHOBPEMEHHO. XOJOMHBIA Ce30H (HOSOpb-ampesb) YEpBH MPOBOIAT MO JIEASHBIM
IIOKPOBOM B COCTOSIHUM 3HAQUMTENBbHO CHIDKEHHOro ooOmena BemiectB (Kamsaxuna, 1976,
Kanskuna, 1980).

[leckoxun  sBisiercss  yIOOHBIM  OOBEKTOM  JUIsl  UCCIIEOBAaHUS  CTPOEHUS W
(GYHKIIMOHUPOBAHUS UMMYHHOW CHCTEMBI aHHEHU. ITO JOCTATOYHO KpymHbIH (10 10-12 cm B
JUIMHY) BUJ ¢ OOJBIION 11€JTOMHUYECKOM MOJIOCThIO, 3aMIOJHEHHOHN JKHUIKOCThIO. B TopakaibHOM
OTJIeNie TIOJIOCTh He pasfielieHa JAUCCENMMMEHTaMH, YTO 00eCieYuBaeT CBOOOAHYIO IUPKYIIALUIO
KUJKOCTH TI0 TeTy U obisierdaer npenapoBky. CpeaHee KOJIMYECTBO CBOOOIHBIX LIETIOMOIUTOB Y
3TOr0 BHUJA JOCTATOYHO BEIUKO, YTO Ba)XHO JIJII MHOTUX OMOXMMHYECKHX W MOJIEKYJISPHBIX
uccienoBaHuii. B MecTooOuMTaHMAX MECKOXMa OYeHb pa3HOOOpa3Ha MOTEHLIHAIBHO OMNacHas
6akteprodayHa, YTO TOBOPUT O HEOOXOJUMOCTH HAJIWYMS y ATOTO BHJA Pa3BUTON 3aIlUTHOMN
cucteMbl. Emne ogHMM KOCBEHHBIM MOATBEpKICHHEM 3()()EKTHBHOCTH MMMYHHOW CHCTEMBI
MECKOXKUIIa SABISETCS TOT (DAaKT, YTO B OTIMYME OT MHOTHX BHJIOB IMOJIUXET, C MECKOXKUIOM He
CBSI3aHBI )KM3HEHHBIE IIUKJIbl MHOTOKJIETOYHBIX MTapa3uTOB.

Mopdomnorus 11eTOMOIMTOB 3TOr0 BHJA M3ydanach paHee, OAHAKO JBE MPEIOKEHHBIC

KIaccu(UKay 3TUX KIETOK He coBmanaioT Apyr ¢ apyrom (Dales, Dixon, 1981; Ilepcununa,
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Yara, 1994). O6 ywacTuu ILETOMOIMTOB B HMMMYHHOM OTBETE HMMEETCS TOJBKO OOIIas
uHpopMaIMs — IEIOMOIMTHl aKTUBHO (aromUTUPYIOT 4dyxkeponHbiii Matepuan (Fitzgerald,
Ratcliffe, 1989). U3 cuHTe3upyeMBIX ICTOMOIMTAMHU CHCHH(DUICCKUX OCIKOB JUIS TMECKOKHIA
omucansl aHTUMHKpOOHBIe mentuabl (Maltzeva et al., 2014; 2016), oqHakO HEU3BECTHO, KAKHE
THUIIBI [IETIOMOIIUTOB CUHTE3UPYIOT 3TH MENTHIBI.

B nmanHOIi paboTe STOT BHJ HCIOIB30BAaH B KAYECTBE MOJEIBHOTO OOBEKTa ISt
KOMILUIEKCHOTO HCCIJICZIOBAHUS C IICNBI0 YTOYHEHHUS M 0000IIeHUs MHPOPMAIMK O COCTaBe U
(YHKIIMOHUPOBAHUH €0 UMMYHHOH CUCTEMBI.

Paborta BbImonHeHa Ha B3POCIBIX 0CO0sIX, COOpaHHBIX B jieTHUE ce30HbI 2014-2018 1T. B
okpecTHOCTIX benomopckoit Ononornyeckoit cranuuu uM. H.A. Tlepuosa MI'Y (3anuB Benukas
Canma). Beero B pabote 6b110 Hcnionb3oBano 150 ocobeit meckoxkuia.

Bo Bpemst npoBesieHHUsI SKCIIEPUMEHTOB YEpBEHl COoJiepKaay B MPOTOYHOM aKBapUyMe C

€CTECTBEHHOW MOPCKOI BOJIOM IpH Temmeparype okoio 8°C.

3.2. Mopdoaorus nesjomouuros Arenicola marina

OO0pasupl [ETOMUYECKOW >KMIKOCTH OTOMpald M3 TOpAKaJbHOTO OTAela uepBeil ¢
noMompio mmpuna. JKuBble KIETKM MOMENATM Ha CTeKJIa W M3yYaldd MX MOP(}OJIOTHIO U
MOBEJICHUE TI0]T CBETOBBIM MUKPOCKOTIOM. KIIeTKH 1eToMUYecKon KUAKOCTH B HOPME CKIOHHBI
K OueHb ObICTpoMy OOpa3oBaHMIO arperaToB. D((PEeKTUBHOCTb arperainvd B 3HAUYUTEIbHON
CTEMeHH 3aBUCUT OT KOHIEHTPAllMU JBYXBaJCHTHBIX KAaTHOHOB B cpene (I[eJIOMHUYECKOn
x)uakoctn). [losTomy /it HaOIIOACHHS OTAENBHBIX KIETOK IpH 3a00pe 00pasiia [eTOMHYECKYI0
KUJIKOCTh Pa30aBIIsT B JIBa-9ETHIPE pa3a ¢ MOMOIIBIO CTEPUIIBHONH MOpCcKo# Bojsl (FSW) wm
Oe3KasbIneBOi-0e3MarHieBoi HCKyccTBeHHOH Mopckoit Bossl (CMFSW). [list 3Toro B mImpwuil
CHayvajia Habupaau BOJY, a MOTOM OTOMPAIN UM IEJIOMHUYECKYIO KHUAKOCTh. J[JIs crepunuzanuu
MOpPCKYI0 BOIy (hUIbTpOBaiM depe3 MeMOpaHHBIN JlabopaTopHbld GuibTp (Muimumnop, pamep
nop 0,45 Mxm).

Jlnst mpuroToBiieHUs Oe3KanbIIMeBO-0e3MaraueBoi Boabl Ha 100 MIT AUCTHIIMPOBAHHOMN
Boabl Opamu: 0,1 r Na2SOa; 0,24 r Tris, 0,75 r KCI; 3,16 r NaCl; 0,0024 r NaHCOs; 0,37 r
OITA. pH noBogunu 1o 8 ¢ momomipto NaOH.

Jns passeaenust (ukcaropoB wucrnonb3oBam FSW wmm docdaraeii Oydep (PBS,
pH=7,4). B kadyecTtBe (UKCATOPOB WHCIOJB30BAIM  CIEAYIONME pacTBOpel:  2,5%
rioTapaibaerus, 2-6% napapopmansaeru, 70% 3THIOBBIN cIUPT, )KUAKOCTH bysHa.

Jiist n3yuenust MOpQOJIOTUU KIETOK, MAaKCUMAThHO MPUOINKEHHON K UX €CTECTBEHHOMY
COCTOSIHMIO (CyMpaBUTAIbHBIE Mpenaparsl), HEJIOMHUYECKYIO >KHIKOCTh OBICTPO 3abupanu B
IpHIL ¢ PUKCaTOPOM.
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HpI/I MOATOTOBKC MNpCrapaToB HCIOJIb30BaIN OOBIYHBIE CTEKIa U CTCKJIa, IMOKPLITLIC

MOJINJIN3UHOM. I[J'If[ IPUTOTOBJICHUSA MPEHAPATOB UCIIOJIb30BAJIM PA3HBIC MOAXOIbI.

— U3 OTOOpaHHBIX 00pa3lOB LETOMHYECKON MXHUAKOCTU Jelajidi Ma3Kh Ha CTEeKIax I10
CTaHJAapTHOW METOJUKE MAJsl MPUTOTOBJICHHUS MAa3KOB KpOBU. Mas3Ku BBICYIIMBAlU Ha
BO3/yX€ U (PMKCHPOBAJIH;

— 3abupanu oOpas3ibl B MIIPHUI] ¢ GUKCATOPOM, MOMENIAIA HA CTEKJIO W BBICYIIMBAJIU HA
BO3/IyXE€;

— oOpaszell NIETOMHYECKON J>KUIAKOCTH TOMEIIAIM Ha CTEKJIO0 U OCTaBJsUIM OCelaTh Ha
npoMexxyTok BpeMeHH oT 10 1o 40 MuHyT, 3aTeM (UKCUPOBAIIH.

Ouxkcanuto npopoy B TeueHue 20-30 MuHyT (MakcuMyM — B TeueHue 4yaca). ['oToBbie
npemnapaTsl OTMbIBaIM OydepoMm, Ha KOTOpoM Obul pa3BeleH (¢UKcaTop, M OKpalIMBalld
TUCTOJIOTHYECKUMH KpacuTensMu (reMaTokcwinH mo Kapawuu, azyp-nosun mno ['mmga-
PomanoBckomy, TpexuBetHbiii asaH (mo Helm et al., 2018)). OxparieHHbie Mpenapars
3akmovany B cpeny (Mowiol/rmumepun 75% na PBS) n u3yuanu Ha Mmukpockone Leica DMS5000
B.

Jlis u3ydeHus yIbTPaTOHKOTO CTPOCHHS KIETOK O0O0paslbl IETIOMHYECKON >KUIKOCTH,
3adukcupoBanHbie 2,5% rioTapaibaeruioM Ha pochaTHoM Oydepe, U300CMOTHIHOM MOPCKOU
Bone (pH=7,4) (Millonig, 1964), uenrpudyruposanu Ha mukpoueHtpudyre Eppendorf 5418
MiniSpin co ckopocteio He Oomee 100g. ChopmupoBaHHBIE OCAIKH KIETOK 00padaThIBaIH
CJIEIyIOIINM 00pa3zoMm:

1. [TocrdurcupoBanu 1% OsOs (Ha dochatnom Oydepe Millonig) B TedyeHwue

OJTHOTO Yaca B TEMHOTE TP KOMHATHON TeMIIepaType.

2. OTMBIBanu B TPEXKPATHON CMEHE ATOTO ke Oydepa mo 15 muH.

3. JeruapatupoBanu 00pa3Isl B CEpUU 3TaHOJA Bocxosmie koHeHTpanuu (30%,

50%, 70%, 82%, 96%). B kaxx10i1 KOHIIEHTPALIMK MaTEepUail BBIIEPKUBAJICS JBE CMEHBI

o 10 MuHyT.

4. [Mpomomkanu AeruapaTaliio B CEPHH aIleTOHa BOCXOMANICH KOHIICHTPALUU B

cienyomux cooTHomeHusx (96% crupr:aneron): 1:2; 1:3; yucTeiii arieToH. B xaxxmom

clly4ae Marepuall BhIICPKMBAIM OKOJIO 5-7 MHH, YHCTBHIM alleTOH CMeHsuics 2-3 pasa.

Bech mpotiecc aeruapatauy mpou3BOIUIN IPYU KOMHATHON TeMIiepaType.

5. BrinepxkuBanu oOpasipl 1o 12 4 mpyu KOMHATHOM TeMIIEpaType B CMECSX alleTOHA

u cMoibl (cMech snoHa u apanguta (Electron Microscopy Sciences)) B cienyromem

nopsiake: 2 (aueron):1 (cmomna); 1:2; 1:3.

6. BriaepxuBanu 00pasiibl B UUCTOM cMOJIE€ TpU KOMHATHOM Temmeparype 8-12 u.
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7. 3anuBanu o0pasubl B GOpMOUKH Ui OJIOKOB M MOMEIIATH B TEPMOCTaT Ha 24 4

nipu 37°C.

8. [Tepememanu dopmoukn B Tepmoctat Ha 60°C u BeiAepkuBaym 48 9 s

OKOHYATENIbHOH MOTMMEpU3alii 3aJTUBOYHON CPEIbI.

VibTpaToHkue cpes3bl aenanu Ha mMukporome Leica EM UCT7. Cpessl Ha Onenpax c
MOJ/UTOKKOH #3 (opMBapa KOHTPACTHPOBAIU YPAHWIALETATOM M IUTPATOM CBHHIA TIO
crangaptHod Meroauke (MwuponoB, 1994) u m3yuanu Ha Mukpockormax JEM 1011 u 100B
(Japan).

MpI nipoBenu psijt skcnepuMeHToB ¢ MeTkoi EdU (5-3tuHmi-2 -neokcnypuint), Kotopast
BcTpamBaercsi B Mmojekyinsl JIHK B mpomecce ee akTHBHOTO CHHTE3a, YTOOBI BBISCHUT,
OPUCYTCTBYIOT JIM CpeAu  LEJOMOUUTOB mpoiudepupyromue kietkd. Jusg  3toro
OpPE/IIECTBEHHUK METKH pa3BOAWIM B MOPCKOW Boje 10 palOouell KOHLEHTpaluu B
COOTBETCTBUH C PEKOMEHIAIMAMU MPOU3BOAUTENS W BBOAWIM B IIEIOMUYECKYIO IOJOCTh
yepBedd. Yepe3 ompenencHHbId cpok uHKyOamuu (6, 12, 24 wyaca) otOupanmm o0O0pa3Isl
HEJIOMUYECKON KUAKocTU B mmpul ¢ gukcatopom (4% PFA na FSW), ocaxnanu o6pasisl Ha
cTexsio M BeIcymuBaid. Ilociae oTmbiBanu crekia ¢ochaTHbIM OydhepoM M MHKYOMpOBaJu B
peakuuonHoit cmecu Click-1t EdU (Thermofisher Scientific, kar. Homep naGopa C10640) B
COOTBETCTBUHU C MpoTOKoJoM Habopa. OcranbHble sigpa BuzyanuzupoBaiu DAPI. O6pasisi
uccienoBany Ha KoHhokambHoM Mukpockomne Nicon Al.

Jlns HeckonbKuX ocoOeil ObulM TPOBENEHBI AKCIEPUMEHTHI C IPeIBAPUTEIbHBIM
0TOOpPOM YacTH UEIOMHMYECKOW MKHUJIKOCTH, YTOOBI OIpPENeNINUTh, BO3PACTACT JH KOJIHMYECTBO
NOTEHIMAJIBHO  JIEJIALINXCS KIETOK TI0CHe HMCKYCCTBEHHOTO yMEHBIICHUS WX 0oOmen
KoHIeHTpanuu. [locie oTOopa >KMIKOCTH YepBeH OCTaBISLUTM HAa CYTKH B aKBapuyMe, IOTOM

BBOAWJIU MMPCAMICCTBCHHHUK MCTKHU U I/IHKY6I/Ip0BaJ'II/I B TeueHue 12 uimm 24 gacos.

3.3. YuacTtue nejgomMonuToB Arenicola marina B 3aiuTHBIX peakmusix
JIns TOATBEPXICHHUS ydYacTHS IIEJIOMOIMTOB B HMMYHHOM OTBET€ W OINpPEICIICHHS

q)yHKIII/IOHaJIBHOCTI/I PAa3HBIX KJICTOYHLIX TUIIOB OBLT IMPOBCACH PsJ OKCIICPUMCHTOB.

Dazoyumos

I[.IISI aKTHUBalluu (1)aFOI_II/IT03a B OKCIICPUMCHTC HCIIOJIB30BAJIN YaCTUIIbL KJICTOYHOU CTCHKH
nposokei Saccharomyces cerevisae (Zymozan A, Sigma-Aldrich). Cycnesuto 3umo3ana B FSW
(B pacuere no 10 gacTuil Ha KJIETKY) BBOJUJIN B IEJIOMUYECKYIO TIOJIOCTh YEPBEH C MOMOIIBIO
mmpuna. [locne otrOupanu oOpasibl HETOMUYECKON KUAKOCTH Yepe3 MPOMEKYTKH BPEMEHH OT

10 MuHYT 10 2 yacos.
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Takxe cycneH3uio A00aBIsUIM K OCAKICHHBIM Ha CTEKIIO LEJIOMOIUTaM (B pacueTHOM
KOHIeHTpauuu 10 10 yacTuil Ha KJIETKy) Ha MPOMEXYTKU BpeMeHH oT 10 MUHYT 10 2 4acos,
OCTaBJIsid CTEKJa BO BIaxHOW kamepe mpu Temnepatype 10-12°C u mocne duxcupoBanu 4%
PFA na FSW. [lng skcrepuMEHTOB C KIETOYHBIMU 3alIUTHBIMU PEAKIUSMHU HUCMOIH30BAIH

Hepa30aBJieHHbIE 00pa3Lbl [IEJIOMUYECKON KUIKOCTH.

HUnkancynayus

[Tockonbky y pa3HbIX BUJIOB MOJHUXET OblIa OTMEYEHA pa3Has Peakiys Ha BHEIPECHHE
WHOPOJIHBIX TN OHOTHYECKOM ¢ a0MOTHYECKOW TMPHUPOABI, B HAIIEM HKCIECPHUMEHTE
WCIIOJIB30BAJIUCh JIBA THIA WHOPOJHBIX TeJ. DbBBUIO mMpennonoxeHo, 4YTO Ha BHEIPEHUE
OpPraHMYECKOro0 HMHOPOJHOrO Tena mocieayeT Oosee spkas peakuus. s MHIyIUpoBaHUS
peaKLMK UHKAIICYJISIUU B HEJIOMHYECKYIO MOJIOCTh C TOMOIBIO IINPHUIA C OUUILIEHHONH MOPCKOM
BOJIOM BBOAWJIUCH CTEKJISHHBIC MmIapuku auamerpoM 300 MKM (B KauecTBE HMHOPOJHBIX Tel
a0MOTHYECKOM MPUPOJIBI) U OTPE3KU cOOAUbe mepCTH IIUHON 2-5 MM u nquametrpom 0,5-1 mm
(B KauecTBE MHOPOHBIX TEJI OMOTUYECKOM MPUPOJIBI).

NudunmpoBanHbIX TakuM 00pa3oM ocoOeil MHKyOMpoBalud OT ABYX CYTOK JO JBYX
HEJeNb B aKBApUyMe C IPOTOYHONM MOPCKOM BOJIOM.

[Tocne mocTmkeHHs] HY)KHOTO CpOKa MHKYOAIMHM YepBEil MpenapupoBalid, WHOPOJHBIE
Tena u3BJeKanu U pukcupoBanu. B manbHeimeM o0pa3iibl MOATOTABIUBAIN IS DJIEKTPOHHOM,
KOH(OKATbHON U CBETOBOI MHUKPOCKOITUH.

J1Jis TUCTONOTUYECKUX MCCIEN0BaHUN MaTepual GukcupoBaiu 2,5% TI0TapaibIeru oM
Ha (ocharHom Oydepe (mo Millonig, 1964) u manmee 3akirOYaId B CMOIY IO METOIUKE,

OIMMCAHHOM BBIIIIE.

Cepuiinple TONyTOHKHE cpe3bl aenanu Ha mMukpotome LKB 11, Cpesbr okpammBanu
CMECBIO TOJUTYHUIMHOBOTO CHHETO U METWJIEHOBOTo cuHero (MupoHoB u ap., 1994). M3yyenue u
dororpadupoBanue cpe3oB MpoBoaMIH Ha Mukpockore Leica DM5000 B. Yibrparonkue cpesbl
nenanmu Ha mukpotome Leica EM UC7. Cpessl Ha OjeHgax ¢ MOMIOKKOHW H3 (hopMBapa
KOHTPACTUPOBAIHM YPaHHUJIAIIETATOM M IUTPATOM CBHHIIA TI0 CTaHAAPTHON METOJUKE W U3ydaln
Ha Mukpockonax JEM 1011 u 100B (Japan).

Jnis ckaHupyIomed MHKPOCKONUH (DUKCHpOBAaHHBIE OOpa3Ibl 00E3BOKHBAIN B CEPHH
CIMPTOB M areToHe (KaK OMMCAHO BHIIIE) ¥ TOJBEPralid BHICYIIMBAHUIO B KPUTHYECKOHN TOUKE C
nomoripto mpudopa HCP-2 Critical Point Dryer (Hitachi). Beicymientsie 00pa3iisl MOHTHPOBAJIH

Ha CTOJIMKH, HAIbUIAJIMN CINIaBOM 30JI0Ta C NaJUIaAUCM W HCCIICAOBAJIM Ha MHUKPOCKOIIC SCAN

JSM 63 LA (Japan).
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T koH(pOKAJIbHOW MHMKPOCKOIIUH OTIIPENapupOBaHHBIC Karcylibl (GUKCHpoBaiun 4%
PFA na PBS B TeueHue vaca, mociie OTMBIBAIM B HECKOJIBKUX cMeHax (ocdatHoro Oydepa u
OKpalMBadu B Te4YeHHE 15 MHUHYT (QUIyopecleHTHbIM sAepHbIM Kpacutenem DAPI u
dannonnunom, koustorupoBanHeiM ¢ FITC, pazsenennsiMu Ha PBS 10 paboueii koHIIEHTpanuu.

OxkparreHHbIe 00pa3Ilbl UCCIICIOBANIN C IIOMOIIBI0 KOH(OoKamsHOTr0 MuKpockona Nicon Al.

Cesazvleanue 1unonoaucaxapuoa

Jis u3yueHuss peakuuMd LEJOMOIMTOB HAa XHMMHYECKYH0 HHIYKIHUIO BOCHAJICHUS
UCTIOJIB30BaJIM JIMTIONoucaxapu kierounoi crenku Escherichia coli (LPS, mramm O111:B4,
Sigma-Aldrich), xoubtorupoBanusiii ¢ FITC. Passeaennsiii B FSW LPS BBomwmu B
[EIOMHYECKYIO TIOJIOCTh C TIOMOUIBIO IIMPHIIA B pacueTHON KoHIeHTparmu 50 HaHorpamm LPS
Ha MWUTWJIATP XKUAKOCTH. OOpa3iel oroupaim u ¢ukcuposBanu B cycrensun 4% PFA na PBS
yepe3 15 u 30 MuHyT U Yepe3 yac, oTMbiBanu QochartHeiM Oydepom, BU3yalIn3upoBalId sapa
DAPI. Oxpamennsie 00pa3ipl HCCIeI0BATN ¢ TOMOIIbI0 KOH(OKAIBHOTO MUKpockoma Nicon
Al. Bcioo noarotoBky IpemnapaToB MNPOBOAWIM B TeMHOTe. HacTpollku WHTEHCUBHOCTHU U
APKOCTH Jlazepa, a TakkKe MapameTp (OHOBOrO IIyMa YCTaHABIMBAIM Ha KOHTPOJIbHBIX

npenaparax, He UHAyLMpoBaHHBIX LPS.

3.4.AHanu3 TpaHcKpUINTOMA HeJioMonuToB Arenicola marina

Jlnsi  CeKBEHMPOBAaHUS  TPAHCKPUITOMA  IEIIOMOIIUTOB  HCIIONB30BAIM  0Opa3Ilbl
[EJTOMHYECKOM JXKUJIKOCTH 5 ocobeit. OOpasipl HeTOMHUIECKOH XuaKocTH oobeMom 500-700 Mk
OTOMpaNX C MOMOIIBIO MINPHUIA, TOMEIIATIH B CTEPUIIbHBIE TPOOUPKU U MOABEPraaIl UMMYHHOU
uHAyKIuH, 1o6asisis LPS u 3umo3an B pacueTHbIx koHIeHTpanusax 50 ar/vi u 10 10 gactuil Ha
kieTky. OcraBmsum obOpasnel Ha 1 wac mpm temmepatype 10-12°C, ocaxmamu oOpasIfsl
HeHTpUyrupoBanueM u (GuKcHpoBaau ¢ ucnois3oBanueM TRI Reagent (Thermo Fisher
Scientific), nanee Beinensu Totanbayto PHK mo cranaapTHOMY pOTOKOITY.

MPHK Bbiensu u3 800 Hr toransHoi PHK npuemiemoro xkauecTBa ¢ MCIOIb30BaHUEM
Habopa NEBNext® Poly (A) mRNA Magnetic Isolation Module (New England Biolabs, UK) B
COOTBETCTBUU C MPOTOKOJIOM MPOU3BOAUTENS. BTN MPUTOTOBIIEHBI ATH OT/IEIBHBIX ONOIHOTEK
k/IHK ¢ momomibto Habopa ams moaroroBku O6ubnuotexu HampasieHHo PHK NEBNext® Ultra
™ I nns [lumina® (New England Biolabs). CexBenuposaiu Ha lllumina HiSeq 2500 B pexume
panu paHa ¢ YTEHHEM C JBYX KOHI0B. O0bEeM MOIy4YEHHBIX MAPHOKOHIIEBBIX PUAOB COCTABHII
30 muH. Ha o6pazen u 150 MIH. cymMmMapHo.

KavecTBO 1aHHBIX OI[EHWBAJIU C TOMOLIBIO ITporpaMHoro obecneyenus FastQC (v0.11.9).
OcrtarouHble ajganTepsl W HU3KOKadecTBEHHBbIE ocHOBaHMs (oneHka Phred wmwke 30) Obum

yaajdeHbl W3 MyjJa puaoB ¢ momomnsio Trimmomatic (v0.38) (Bolger, Lohse et al. 2014).
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[Tonmy4yeHHbIe MapHbIE YTEHUS U3 MATH Oubnuorek, 73-93 M kaxnas, ObTH 00bETUHEHBI BMECTE
(407 M) u wucnonb3oBaHbl B cOOpke O€ NOVO TPaHCKPUNTOMA C TIOMOIIBIO MPOrPaMMHOIO
obecrieucnus Trinity-v2.8.6 (Haas et al., 2013). Ouenka oOWIHss TPAHCKPUIITOB BBITOJHSIIH C
noMoIiplo UHCTpymeHTa Bowtie2 (v2.3.5.1) (Langmead, Salzberg 2012) u wmeroma
KonuuecTBeHHOW oueHkn RSEM s nosmydeHus 3HaueHuil skcnpeccuu reHos: TPM
(TpanckpuntoB Ha MULIMOH) U1 TMM (HopmanuzoBanHbli TPM mexnay oGpasnamu). COopky
JIOTIOJTHUTEILHO YMEHBIIMIIN IyTEeM YIAJICHHUS TPAHCKPUIITOB ¢ HU3KOM dkcnpeccueit (TMM <1)
U KCEHOTCHHBIX TPAaHCKPUNTOB. J[Js MOMCKA MOTEHIIMATbHBIX KCEHOT€HHBIX KOHTaMHUHAIIUN
ucnonb3oBaiu 0a3a ganuasix pPPHK SILVA (Quast et al., 2012). KadectBo cOOpkH OLIEHUBAIIU C
ucnonb3oBanuem Habopa BUSCO (v4.1.4; metazoan-0db10), mo3BosisoIero OneHUTh HATNIHE
U COCTOSIHHE OJTHOKONUNHBIX T€HOB-OPTOJIOTOB, XapaKTepHbIX a1 Metazoa, B coopke (Simao et
al., 2015). B xadecTBe npeacTaBuTeNcii KaKI0r0 reHa BIOMPAId CaMble JJTMHHbBIE OCIIKH.

WNnentudukanyss KOAMPYIONMX OOJACTe B MOCIEIOBATENBHOCTAX TPAHCKPUIITOB
BBINIOJIHSUTACH C TOMOINBI0 HMHCTpyMeHTa TransDecoder ¢ ucnonbp3oBaHWEM COBMAJICHHMA
BLASTp (Swissprot; moporoBoe 3HaueHue 1E-5) mmum PFAM B kaudecTBe KpHUTEpHSI.
[Ipenmonaraemple Oenku ObUTM AHHOTHUPOBAHBI C MOMOIIBI0 HHCTpyMeHTa Trinotate ¢
uaeHtudukanuern O6enkoBeix gomeHoB  HMMER/PFAM, curnanpabix nentunos  (V4.1),
TMHMM (v2.0c) u BLASTp ananu3za (noporoBoe 3HaueHue 1E-15) mpoTuB 0a3bl JaHHBIX
UniProt/SwissProt. Pedbepencubie 6enku 6bu1H JIoKaabHO npoaHanuzuposansl tBLASTn nmpotus
TpaHckpunroma A. marina ¢ moporoBbiM 3HaueHueM 1E-5. B kadecTBe MOTEHIMAIBHBIX
TOMOJIOTOB ~ PAacCMaTpUBAINCh TPACKPUNTHl CO 3HAYEHHEM HIDKE MoporoBoro. Bce
MIOCJIEIOBATEIBbHOCTH OEJIKOB-KaHAWJIATOB OBUIM TPOBEPEHBI Ha HaJlU4We KOHCEPBATHBHBIX
AMHHOKHCIIOTHBIX MOTHBOB, COCTaBJISIOIINX JOMeHBI qataba3 Pfam (Finn, Bateman et al. 2014)
u SMART (Letunic et al., 2012). AHanu3 JOMEHHOH apXUTEKTypbl OEIKOB IMPOBOIWIN C
nomotpio uHCTpyMeHTa InterProScan (Geneious R10). benku, coctaB u mopsgok JOMEHOB B
KOTOPBIX OBIIM HMIEHTHYHBI COOTBETCTBYIOIIMM IPOTOTHUIIAM, CUYHUTAINCh TOMOJIOTUYHBIMH.
Tpetbss Bepcuss 0a3bl JaHHBIX AHTUMHKpPOOHBIX mentuaoB (APD3) (Wang et al., 2015)
MCIIONIb30Bajach JJIsl MOMCKa aHTUMUKPOOHBIX nentuaoB (BLASTp) ¢ coxpaHsieMbIM MOporom
100% uaeHTUYHOCTH.

OUNOreHeTHYeCKU aHaIM3 MOJNYYCHHBIX IIOCIIEA0BATEIFHOCTEH OCYIIECTBISIIN  C
UCIIOJIb30BaHUEM  MpOrpaMMHOTO  obOecredenuss BLAST+  mist  momcka  TOMOJIOTOB.
DBOJIIOIMOHHBIA aHANMW3 TpoBoawics B makere mporpamm MEGA X (Kumar et al., 2018).
OBOJIIOLIMOHHYIO  MCTOPUIO  PEKOHCTPYMPOBAJIM C IOMOLIBI0 METO/Ja MaKCHUMAalbHOTO
npasponoaoous u moaenu JTT w/freq. (Jones et al., 1992) mjist OLeHKH MOMAPHBIX PACCTOSHH.
Hcxonanble nepeBbss ObUIM aBTOMATUYECKH TMOJY4YEHBI IMyTE€M MPUMEHEHUS aJrOpUTMOB
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Neighbor-Join u BioNJ x marpume JTT. M3 HCXOAHBIX ACPEBHEB BBIOMPAIHA TOIOJOTHIO C
BBICIIIMM 3HAYCHHUEM JIOrapu(MHUUECKOTo MpaBaonoaoous. s MoaenupoBaHus pa3iuduii B
CKOPOCTH 3BOJIIOIIMK MEXAy CalTaMH HCIOJIb30BaIM TUCKPETHOE raMMa-pacrpesencuue (5
kateropuii (+G)) ¢ OIEHKOH YacTH CaWTOB Kak »JBOJIONUOHHO Hem3MmeHHbIX ([+]).
Hcnonb3oBanu OMNIMI0 YaCTUYHOW JENEIMU: BCE IMO3MIMH C MOKpbITUEM MeHee 95% Obuin

HCKJIIFOYCHHI.

3.5. [Iporeacomublii KoMILIeKC HeoMonMTOB Arenicola marina

Jiss  u3ydeHHsT TMPOTEaCOMHOIO KOMIUIEKCAa IIEIOMOIIMTOB W €ro peakuud Ha
OKCTIEPUMEHTAIBHYI0 MMMYHHYIO HHIYKIHIO HWCIOJB30BAM CpPaBHEHHE IIEIOMOIIMTOB TPeX
TPYII XUBOTHBIX: HaTUBHBbIC (HEMH(HUIIMPOBAHHBIC), KOHTPOIbHBIE U HH(UIIMpOBaHHBIC LPS.
Jns MHAYKIMA BOCTAJICHUS YEpBSIM BBOJWIM B ILENOMHYECKyk mojiocte LPS na FSW B
pacueTHO# m03e 50 MKr/mut. [lJis KOHTPOJIBHBIX AKCHEPUMEHTOB Hcmonb3oBamu FSW. Yepes 1
Yac Mocje NHBEKINN y YepBeil OTOMPAIH HEITOMUYECKYTO JKUAKOCTb.

JIJ11 IMMYHOLIUTOXUMHUYECKOM OKpacKH 1IeTOMOLUTHI PUKCUpOBain Ha ctekinax 4% PFA
Ha FSW, ormbiBanu QocdaTtHpiM OydepoM M OKpaIIMBaIM MBIIIUHBIMH MOHOKJIOHAJIBHBIMU
AaHTHUTEJIaMU K CYOBEIMHMLIAM MPOTeacoM M OelKaM TeIuioBoro moka. OKpalieHHble 00pa3iibl
UCCIIEIOBANIN C MTOMOIIIBIO KOH(pOKaTsHOro MuKpockorma Nicon Al.

Jnsi  TONMy4YeHHs OCBETJICHHBIX TOMOTCHATOB IIEJIOMOIMTHI  OCAXKAATH  MSTKAM
HeHTpUu(yrupoBaHueM, TOMOTCHHU3HPOBAIM OCAJKH MEXaHHYECKHM CIOCOOOM (C MOMOIIBIO
yIIBTPa3BYKOBOW YCTaHOBKHM), 3aTeM LEHTpUQyrupoBaiu B TeueHne yaca mnpu 10 000g u 4°C. B
OCBETJIEHHBIX TOMOTE€HATaxX IIOJIyYeHHBIX OOpa3lOB OINpPENeNsIi  XUMOTPHIICHHIIOA00HYIO
(XITA) akTHBHOCTH IPOTEACOM TIO THAPOIH3Y (iryoporenHoro ommronentuaa Suc LLVY AMC
(Sigma) B xonmnentpamuu 30 MkM. CrnenuUYHOCTh pPEAKIMHU OMPEACIISIA B OIBITAX C
uHruouropom mporeacom MG-132 (Sigma). Conepxkanue cyobemunun o 1,2,3,56,7 u
NPOTEOJIMTHUECKON CYyObEIUHUIBI 35 MpoTeacoM, a TakkKe PEryIsiTOpOB MPOTEacoM U OENKOB
TETUIOBOTO IIIOKa OLEHWBAJIM C TMOMOIIBI0 BecrepH-OmorTuHra. HaTuBHYIO CTPYKTYpY
MPOTEACOMHBIX  KOMIUIEKCOB  MCCJIENOBaIM  METOJAOM  HATHBHOTO  3JeKTpodopesa,

MOAM(UIIMPOBAHHOTO ISl HEOUHMIIEHHBIX (hpakuuii mpoteacom (Cremanosa u ap., 2016).

O06paboTka Bcex M300pakeHUI W MOJArOTOBKA WILTIOCTPALIMK BHITIOJHEHA B MporpaMmax
Adobe Photoshop, Adobe Illustrator, Imagel. ®otouszobpakenus u MuKpodoTorpaduu,
HIOJIyYCHHBIC B XOJIC MCCIICIOBAHHH, TOIBEPTraIUCh HE3HAYUTEIHLHOW KOPPEKTHPOBKE SIPKOCTH H

KOHTPACTHOCTH, 3aTPAruBalOIIEH BCE MUKCEIIN N300PaKCHHIA.
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4. PE3YJIBTATHBI

4.1.MopdoJorus 4 yIbTpacTpyKTypa neaomonutoB Arenicola marina

B oToOpaHHBIX 00pa3siax IenoMHuYecKod kuakocTu Arenicola marina  moxxHO
00HaPYKUTH OOJIBIIIOE KOJMYECTBO CBOOOIHBIX KIETOK — I[EJIOMOIIMTOB M rameT. KoHeHTpanus
raMeT Ha pa3HbIX CTaJUSAX CO3PEBAaHUS MaKCHUMallbHa B IMEPHOJ] MacCOBOI'O HepecTa (cepeauHa
UIOHS — HAyYajo MIOJA) M CHWXKaeTcs K aBrycty. OOmias 4YMCIeHHOCTh LIEJIOMOLIMTOB 0e3 yyera
raMeT COCTaBisieT OoT 2 10 17 MWUIMOHOB Ha MWUIWJIMTD KUAKOCTH, B CpeaHeM — 5-7
MWLTHOHOB. Koppernsiiuu o01iei YucIeHHOCTH EIOMOILIMTOB C Pa3MEpPOM H TI0JIOM KHBOTHBIX,
a TaKKe C Ce30HOM HalIIo/IeHui, ipu 3TOM He HaOmoaaercs (Puc. 7).

JXKuBble 1mEeTOMOIMTHI pa3nuyaroTcs mo (opme, pazmepam u noBenaeHH0. Hekxoropsie
KJICTKH PacIUIaCTHIBAIOTCS Ha CTEKJIE U 00pa3yIoT MCEBAOTIOINH Pa3IMIHON (POPMBI U Pa3MEpOB,
NpyTUEe COXPAHSAIOT YeTKyr (opMmy mpu HaOMIOACHWU B TedeHue vaca. MneHrudunuposaTsh
OTJIENIbHBIC KJICTKH MOKHO B pa30aBlICHHBIX B 2-4 pa3a oOpasnax LEeTOMHYECKOW KHUIKOCTH,
OCa)XEHHBIX Ha CTEKJIO.

B HOpMe mpu 3a00pe HETOMUYECKOH XHUIKOCTH M IMOMEUICHHH O00pa3loB Ha CTEKJIO
ETOMOIUTE  00pasyror arperathl (Puc. 8). Ilemomoumtsl B Hepa30aBIeHHBIX o0Opasiax
IIEIOMHYECKON KHJKOCTA COOMPAIOTCS B arperaTbl B TCUCHHE IMOJydaca MOCie MOMEIIEHHs Ha
crexiio. Ilpu pa3baBieHHH 00pa3loB CTepuiibHOW Mopckou Bojou (FSW) wmu GeckanmbIiuii-
Oe3marHueBbIM OydepoM TpoliecC arrperanuyd 3HAYUTENbHO 3ameiisercs. llenomouutsr B
pa30aBIIeHHBIX 00pa3lax LEeIOMUYECKOH KUIKOCTH B TeUeHHE Modydyaca GOpMUPYIOT Ha CTEKIIE
monocon (Puc. 9). Ilpu hopmMupoBaHHH MOHOCIIOEB YacTh [EJTOMOIIMTOB 3HAYUTEIBHO MEHSCT
BHEIIHUH BuA. BIM30cTh Apyrux KJIE€TOK, MO BCEeH BUAMMOCTH, CTUMYJIUPYET PacIuIacThIBAaHUE Y
YacTH IIEJIOMOIIUTOB.

[lpn w3ydeHMn (UKCUPOBAHHBIX KIETOK pa3HooOpasue Mopdoiormdeckux (opm
IIEJIOMOITUTOB 3aBUCUT OT WCIIOJIb30BAaHHBIX METOJOB (ukcanmu u okpacku. CooTHeCTH
BHEIIHUN BUJ JKUBBIX W 3a(DUKCUPOBAaHHBIX KJIETOK HE BCErJa YJaeTcs, 4TO OCIOXKHSIET
KJIaccu(UKAUIO IIETTOMOIIMUTOB 110 MOP(OIOTUIECKUM MTPU3HAKAM.

[Ipu 3abope 1ETOMHYECKOW >KHAKOCTH B INNPHI] € (UKCATOPOM B TMOTYUECHHOMN
CYCIICH3UHM TaKXe HAONIOAAI0TCs KJIETOUHBbIe arperatbl. [Ipw 3TOM MoOCie OTMBIBKH TaKHX
obpasuoB FSW ¢ ucnonszoBanueM msrkoro meHtpudyruposanus (He 6onee 100g) B obpasuax
XOpOIIO pa3IMYUMBbl KIIETKH pa3HOW (OpMBI. 3HAYUTEIBHBIX Pa3TUUUil B MOPQOIOTHH
[IEIOMOITUTOB, 3aUKCHPOBAHHBIX B CYCICH3UH, IMPH HCIOJIH30BAHWU Pa3HBIX (UKCATOPOB

(l"J'II-OTapaJ'ILI[eFI/II[a, napa(bopMaanLeerLa, OTWJIOBOI'O CIpTa, KHUAKOCTU ByaHa) HamMn HC

54



OTMEYEHO, OJIHAKO BBHIOOp (HKcATOpa OIpEeNseT KauyeCTBO OKPACKU TUCTOJIOIMYECKUMH
KpaCUTCIIsIMU.

[Ipu ¢uxcanuu pazdaBIeHHBIX O0Pa3lOB LETOMUYECKON KUIAKOCTH Ha CTEKJIE HE BCE
KJIETKH YCIEBAIOT OCECTh M MPHUKPENUThCA K cydcTpary B Teuenue 20 munyT. [Ipu dukcanuun
yepe3 40 MHHYT 4YacTh KIJIETOK OKa3bIBAC€TCS pa3pylleHHOW. Eciim ucnosib30BaTh CTEKIO C
aJre3MBHON TMOBEPXHOCTHIO (TOKPHITOE MOJMIN3UHOM), B TeueHre 20 MUHYT OoJibIlias 4acTh
LEJIOMOIIMUTOB yCIEBAET OCECTh, HO MIPH 3TOM MOYTH BCE KJIETKU PACIIACTBIBAIOTCA 110 CTEKITY, U
Jaxke B pa30aBleHHbIX OOpa3lax CUJIbHO YCKOpSETCS IMpOLecC arrperaidu  KIJIETOK,
3aTpyAHSIOMUN UX uaeHTH(uKanuoo. B pesynbprare SKCIEPHUMEHTOB OCAXKIACHHWE Ha OOBIYHOE
cTexio B TedeHue 25-30 MuHyT c ObicTpod mocienyromei ¢ukcauued ObUI0O HPU3HAHO
ONTUMAJIBHBIM JUIS UACHTU(PUKAIIUU OTACIIbHBIX KIETOK.

IIpu Quxcanum oOpa3lOB LEITOMHYECKON KUAKOCTH Ha CTEKJE TIIOTapalbIeruiioM U
KHUIKOCThIO BysHa ocemaer 0oibinoe KOIMYECTBO OenKa, COJEpKAIIErocsi B LEITOMHYECKOM
KUAKOCTU. DTOT OEJIOK TaK)KEe OKpAIIMBAETCS U CHU)KAET BHELIHEEe KauecTBO mpemnaparoB. [Ipu
¢dukcanuu napagopManbIeruIoM KJIETKH COXPAHSIOT Oojee OMU3KYI0 K KUBOMY COCTOSIHUIO
MOpP(OJIOTHIO, HO IIPU ATOM IMPENnaparhl MJI0X0 OKPAIIUBAIOTCS PAIOM KpacuTeneil.

OKpaCKa MMPOCTBIMHU OJJHOKOMIIOHCHTHBIMU KPACUTCIISIMU (FeMaTOKCI/IJII/IH, METHICHOBBIN
CHHUI) OKa3bIBACTCS JTOCTATOYHO MH(DOPMATUBHON W TMO3BOJISET XOPOIIO Pa3IUYUTh OCHOBHBIC
MOpGOJOTHUECKUE TIPU3HAKK KIIETOK: pasMep W (GopMy, pa3Mep H TOJIOKEHHE sIIpa,
OJTHOPOJHOCTh WJIM TE€TePOTreHHOCTh IMTOIUIa3Mbl. Vcmonb3oBanue audepeHInpoBaHHOTO
OKpAIlIMBAHUS COMPSDKEHO C HEKOTOPBIMHM CIIOKHOCTSIMH, OCOOEHHO NPUMEHUTEIBHO K

HKCIEPUMEHTAIbHO MHAYLIUPOBAHHBIM KJIETKaM (CM. J1ajee).

B memom, cpeaM UENTOMONIMTOB TMECKOXWIA MOXKHO OTMETUTh TPH OCHOBHBIX
MOP(OJOTHUECKUX THIA, KOTOPBIE PETUCTPUPYIOTCS BCEMH HCIOJIb30BAaHHBIMH METOJaMH.
Bonee npoOHast kiaccuukanys BHYTPH ITHUX THUIIOB BO3MOXKHA Uil 3a(pUKCHPOBAaHHBIX Ha
CTEKJIE IICTIOMOIIMNTOB, OJHAKO WHTEPIPETAIisi MHUKPOCKOIMYECKUX ITaHHBIX 3aBUCHT OT

HCIIOJIB30BaHHBIX MCTOA0OB (1)I/IKC21LII/II/I " OKpAaCKH.

Bepemenosuonvie yenomoyumol

[lepBBIli THUTT KIETOK HMEET BepeTeHooOpa3Hyio Gopmy, c Oonee wim MeHee
BBIPQKCHHBIMH TOJIBIKHBIMU OOKOBBIMHU oTpocTkaMu (Puc. 10). DTo KiIeTKH pa3HOro pasmepa:
ot 20 1o 50-60 MKM, OTPOCTKHM CaMbIX JJIUHHBIX KJIETOK MOTYT JJOCTUraTh JUTHHBI Oonee 30 MKM.
B 1muromnasme STHUX KIETOK BCTpedaeTcs HeOosblIoe KojaudecTBO rpanyn. dopma
BEPETEHOBU/IHBIX KJIETOK BapbUpyeT: 4eM OoJibllle KJIETKa, TeM 00Jiee BBITAHYTHI OTPOCTKH, MPU
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9TOM KJIETKH cpeaHux pasmepoB (20-30 MKM) HMEIOT OBaibHYIO (OpMYy M CKIOHHBI K

pacmacteBanmio Ha crekie (Puc. 10 /1, E).

[Ipn ¢ukcanmmu B CycneH3WH cpeAu KIETOK ATOr0 THMA XOPOUIO OTIHYHUMBI TPH
paznoBunHoctu: Menkue (Puc. 11 A, b, /1, E), ¢ nnuaasimu otpoctkamu (Puc. 11 B, I') u knetku
CpeIHHMX pa3MepoB, Oosiee mupokue u 6e3 BeipakeHHBIX oTpockoB (Puc. 11 XK-K). [Tocnennue,

10 Bcel BUAUMOCTH, B ) KUBOM BHUC CKIIOHHBI K PACIIACTBIBAHUIO.

Te ke pa3HOBHUIHOCTH BEPETCHOBMJHBIX LIEJIOMOLIMTOB OTMEYAIOTCS Ha OKPAILIECHHBIX
noctosiHHbIX npenapatax (Puc. 12, 13). Ilpu 3TOM B CpeHUX BEPETCHOBUHBIX KJIETKAX

3aMCTHBI IIPO3PAavYHbIC BAKYOJIH U OKPAIICHHBIC BKIIIOYCHHA — BO3MOXKHO, (bal"OCOMBI.

OTH ke KIETKH XOpOIIO paclo3HAIOTCS Ha YyIbTPaTOHKHUX cpe3ax (Puc. 14).
OTIUYUTENBHBIMUA XAPaKTEPUCTUKAMU HX YJIBTPACTPYKTYPhl SIBJISIETCA CHUCTEMA IPO3PAayHbIX
BaKyoJei B MOBEPXHOCTHOM CJIO€ IIUTOIUIA3Mbl M BBIPAKEHHBIE YUK MHKPO(PHIAMEHTOB B
IIUTOIUIa3Me, KOTOPBIE KOHLIEHTPUPYIOTCS KaK BOKPYT si/ipa, Tak U Ha nepudepun. B muromiazme

TaK)Ke BCTpeyaeTcsi HEOOJIbIIOE KOJIMYECTBO 3JIEKTPOHHO-TIOTHBIX TPaHyJI.

Oxpyanvie yeromoyumol ¢ ncegoonoouaMu

Bropoit ocHOBHO# TUT 11€IOMOIIUTOB — HeOombIHe (~10 MKM B AMaMeTpe) HeTOMOLIUTHI
pazmuyHOM (HOPMBI, 4aCTO OJM3KOM K OKpyIIoN uiu oBanbHO# (Puc. 15). DTu kietku o06paszyroT
OJIHY WJIM HECKOJIBKO XOPOIIO BBIPAKEHHBIX OT/IEIBHBIX TICEBAONOANN. B MX UTOMIAa3Me MOTYT
IPUCYTCTBOBAaTh ONTHUYECKU IJIOTHbIE BKItoueHUs. [Ipu ¢ukcanmm B CyCHEH3UM 3TH KIETKU
COXPaHSAIT OKPyTIylo ¢GopMy, B HEKOTOPBHIX ciydasx mpu ucnonb3oBanuun JIMK 3ameTHbI
kpynsbie sapa (Puc. 16). Cyast mo BceMy, 3TOT THI KJIETOK 00JIafaeT HU3KOH aJAre3MBHOCTHIO,
MOCKOJIBKY OH PEIKO BCTpeuaeTcs B oOpaslax HeTOMHYECKON KUIKOCTH, 3aUKCUPOBAHHBIX B
cycneH3uu. Ha cTekiax mocie ocejaHus 3TH KJIETKH UMEIOT PAaBHOMEPHO IUIOTHO OKPAIIEHHYIO
UTOIIa3My, MaJOYKOBUIHbIE, O0OOBUIHBIE UM OKPYTJIBIE Apa, CMEUIEHHbIE K KpPalo KIIETKH.

OtaenpHbIC MCeBIONOIUH HOPMHUPYIOTCS U3 MPO3pauHoil nuToriasmsl (Puc. 17).

Ha ynprpaToHKMX cpe3ax I[MTOIUIa3Ma JTHX KIETOK OKa3bIBaeTCsl 3alloJIHEHA
AJIEKTPOHHO-TIJIOTHBIMU TpaHyJlaMu pasHoro pasmepa u  ¢opmbl. Kietku ¢ Gosbmum
KOJIMYECTBOM TpaHysl (OPMHUPYIOT MCEBIONOINH U3 IIUTOIIa3Mbl 0€3 BKIIIOUEHUH, HECYT My4YKH
mrepoxoBatoro OIIP u pasButeiii ammapat [ompmku (Puc. 18). Ha cBeroBOM onTHueckoM

YPOBHEC 3TH I'PaHYJIbl HE BBIABIAIOTCA TUCTOJIOTHICCKUMU KPACUTCIIAMMU.
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Pacnracmwiearowuecs yeromoyumot

TpeTuii OCHOBHOW THII LETOMOLMTOB MPEACTABIECH KJIETKaMU Pa3jIMYyHOIO pasmepa Hu
(GhopMBI, KOTOPBIE B )KHBOM BHJI€ aKTHBHO PACIUIACTHIBAIOTCS HA CTEKIIE, 00pa3ys JIaMEIJIOTOIUN
U3 IUTOIIa3Mbl, B KOoTopoi HeT BkimoueHuid (Puc. 19). Cpean Takux KieTok Oonblias 4acTh
UMEET OKPYTJIYI0 WU OBaIbHYI (OpMy, HUTOIIA3Ma 3arOoJHEHA OOJBIINM KOJIUYECTBOM
BaKyoOJIeH U BKIIOUCHUM, OJHA JIAMEJUIOMOAMS OKPY>KaeT BCIO KIETKY. J(MaMmeTp Takux KIETOK
0e3 mamemonoanii cocrasisieT oT 7-10 1o 20 MKkM, a ¢ JaMEIUTONOAUSIMH OOBIYHO ITPEBBIMIACT
30 MM u nocturaet 60 mxm. Ilpu ucnons3oBanuu UK yacTh BKIIOYEHHIA B JKHMBBIX KJIETKAaX
OKa3bIBa€TCSl SIPKO OKpAIICHHOM; 1O BCed BUIUMOCTH, TaKHE BKIIOUCHHUS SBIISIIOTCS
¢darocomamu. B "acTHOCTH, IO 3TOMYy IpH3HAKY, a TaKXKe IO Pa3MEPHBIM XapaKTEPUCTHUKAM,
MOYXHO OTJIMYHTHh (PUKCHUPOBAHHBIC KJIETKH ATOTO THIIA, B CYCIIEH3MH COXPAHSIOIINE OKPYTIYIO

dopmy (Puc. 20).

[Ipu pukcanuu Ha CTEKJIE B pacIUIaCThIBAIOLINXCS LIETIOMOIUTAX 3aMETHbI OTHOCUTEIBHO
KPYIHbIE OBaJbHBIC sipa, (arocoMbl H SIPKO OKpammBaeMmble BimodeHus (Puc. 21).
[{e1oMOIUTHI MEHBILIUX Pa3MepOB, (HOPMUPYIOIINE OAHY OKPYIIYIO JIAMEJIJIONOIUI0, HHOT/IA HEe
UMEIOT BKJIIOYEHMH B LUTOIIa3Me. B oOmem ciayyae ydacTOK LMTOIUIA3Mbl B LIEHTpE
pacIUIacThIBAIOIIMXCS LIEIOMOLUMTOB IPOKpAIIUBAETCA CJ1ado, a JIaMeUIONOJuu 00pa30BaHBI

MPO3pavyHOM IIUTOILIIA3MOM.

Ha snekTpOHHO-MHKPOCKOIMYECKOM YPOBHE B TAKHUX KJIETKaX 3aMETHA HEOJHOPOJHOCTh
BKJIIOYEHHH, YacTO 3alOJIHAIONIMX KJICTKYy crutomHoi maccor (Puc. 22). ITomumo xoporio
OTIUYMMBIX (ParocoM B TakuWX KJIETKaX MOKHO OTMETUTh MpPO3pauHble WU 3aroJHEHHBIC
Pa3HOPOJIHBIM 3JIEKTPOHHO-IUIOTHBIM MaTE€pUAIIOM BAaKYyOJIU U JIEKTPOHHO-TIJIOTHBIE BKIIOUYEHHUS
HEOMpeeNIeHHOW (OPMBI, BOKPYT KOTOPBIX HMHOTJIa HEBO3MOXHO Pa3IUMYUTh OTICIBHYIO

MeMOpaHy.

IIpouue munwvr yenomoyumos
B oOpa3nax 1es1oMuueckoi KUAKOCTH TaK)K€ MOYKHO BBIJIEINUTH KIETKH CMEIIAHHON WM
nepexonHoil Mopdonoruu, a TakkKe peIKo BcTpedaromuecs wmopdortumnbsl. HekoTtopsie

JAOIOJHHUTECIIBHBIC THUIIBI KJIICTOK ITPUCYTCTBYIOT HC Y KaXXJI0I'0 )KUBOTHOT'O.

Cpenu KMBBIX IEIOMOIIMTOB OTMEYAIOTCS KIETKH, HE (HOpMHpYIONIHE TCEBAONONNN, U
COXpaHSIOIINE YeTKyl0 (opMy B TedeHue daca HaOmomeHuit (Puc. 21). B muroruiasme takmx
KJICTOK 3aMETHBI TPaHYyJIbl, THOT/Ia OT/ICIbHBIC BAKyOJIH M OKpalIeHHbIE (parocoMbl. DTH KIETKH
B CpPEIHEM KpYITHEE IIEJIOMOILUTOB C ICEBIOMOMUSAMH, MX auaMeTp nocturaet 20-30 MKM.

JloCTOBEPHO OTJIMYHTH TU KIETKH B (PUKCUPOBAHHBIX 00pa3Iax HE yIaeTCsl.
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OT[[GJIBHO BBIACIIIIOTCA  PACIUIACTBIBAOIIUECCA  KJIICTKH HeraBHHBHOﬁ BBITHHYTOfI
(dopMbl, HHOTIa OIM3KOHM K TpeyroyibHOM. B nuromiasMe npucyTCTBYIOT IpaHyJjibl U €IUHUYHbIE
BaKyOJIH, a JIMIICHHAs BKIFOYEHHUH HUTOIUIa3Ma 00pa3yeT JABE WM TPH OTICIbHBIC IIMPOKHE
TICEB/IOMOIMK Ha KOHIIAX KJIETOK. Pa3mep Takux KjieTok BapbupyeT oT 15 mo 30 mxMm (Puc. 24).
Knetkn nmogo06HOM (HopMBl OTMEYAIOTCSI MPU OCETaHWU Ha CTEKJa Hepa30aBJICHHBIX 00pa3IloB

[IEJIOMHYECKOM KUIKOCTH (CM. /1aree).

Takxke Ha IOCTOSHHBIX Ipernaparax OTMEYAKTCS MEJIKHE LEJIOMOLUTHI, CXOIHBIE I10
pasMEepHBIM XapaKTepPUCTHKAM C TpaHYJSIPHBIMH LEJIOMOLUTAMH, HO He oOpasyromme
NCEBAONOANNA U co ciabo okpammBaemod nutoriazMoil (Puc. 25). ¥V wyactu Takux KIIETOK

oTMeYaroTcs (harocoMsl U eqUHHYHBIE Tpanyibl (Puc. 26).

Kpome Toro, kak B )KMBBIX, TaK U B (PMKCUPOBAHHBIX 00pa3LaX MOXHO BBIIEIUTH CaMble
MEJIKUE LEJIOMOLUTHI auaMeTpoM MeHee 10 MKM C BBICOKMM SIAEPHO-LIMTOINIA3MAaTHYECKUM
cootHouienuem (Puc. 27). KieTku Takux pa3MEpHBIX XapaKTEepUCTUK MOMANAlTCS Ha
YJIBTPAaTOHKHUX Cpe€3ax M HECYT HECKOJBKO KPYIHBIX MUTOXOHApuH. [lo Bcell BUIMMOCTH, 3TH
KJIETKH SIBJISIFOTCA «IOBEHWIBHBIMM» U BBIIOJHSIOT (YHKIMIO CTBOJOBBIX. KOCBEHHO 3TO

HOATBEPIKAACTCS IKCIIepuMeHTamMu ¢ MeueHnem EdAU.

YToObl BBICHUTH, NMPUCYTCTBYIOT JIM B IIETOMHYECKON >KUIKOCTH KIETKH Ha CTaJUU
JIeNIeHusI, MBI Mcnoyib3oBanu MeTky EdU, koTopas BctpauBaetcs B mosiekyssl JJHK B mpomecce
€e aKTHBHOTO cuHTe3a. [Ipu MHKyOanuu ¢ NpealIecCTBEHHUKOM B TE€YEHHE 6 4acOB MEUCHbIC
KJIETKH OTMedaliu eauHu4Ho. [locime nHkyOammu B TedeHue 12 4acoB KOHIEHTPAIUS MEUEHBIX
KJIETOK BapbUpoOBalia y pa3HbIx ocobeii B mpenenax 0,6-4% ot obmiero yucna kietok. [Ipu Takom
CpOKe WMHKyOallMu METKa aKKyMYJIHUPYETCsS B TMEpPBYIO OuYepellb B MEJIKHX KJIETKaX C BBICOKUM
SICPHO-ITUTOIUIA3MATHYECKAM COOTHOIIICHHEM — 110 BCEi BUIUMOCTH, FOBeHWIbHBIX (Puc. 28, A,
b). Taxxke oTMeuanu TOJBKO HYTO TOACIUBINNECS KIETKH, COXPAHSIONIUE BBICOKYIO
KOHIIeHTpaluio MeTku. [locne mHkyOanuu B TeueHHe 24 yacoB Ha Mpemnaparax BCTPEUYaIOTCs
KJIETKH, COXPAHSIONINE OCTATOYHYI) METKY, HO MPUOOpeTarlue OTIUYHYI OT FOBEHUIHHON
mopdosoruo (Puc. 28, B). Mbl He OTMETHIM 3HAYUTEILHOTO TOBBIIICHUS YHCICHHOCTH
MEUEHBIX KJIETOK B OKCIEPUMEHTaX C NPEIBAPUTEITHLHBIM OTOOPOM YacTH IIEIIOMUYECKON
XKuaKocTu. B Teuenue 36 uvacoB mocie oTOOpa KUAKOCTU KOHIEHTPALMs MEYEHBIX KIIETOK
OocTaeTcs B TeX JK€ IMpejaenax, YyTO Y KOHTPOJBHBIX 0cOo0eil. DTH pe3ynbTaThl KOCBEHHO

YKa3bIBalOT HAa OTHOCUTCIILHO MG,Z[JIGHHBIP'I KJICTOUHBIN UK OECJIOMOLIMTOB IICCKOXUJIA.
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Coomnowenue Kiemounblx munos

Kax u o0mas KoHLeHTpauus KJIETOK, COOTHOUIEHHE KJIETOYHBIX TUIIOB, Cy/sl 110 BCEMY,
ABISICTCA  MHIUBUAYAJIbHOW  XapaKTEPUCTUKOM KOHKPETHOro »uBOTHOro. [IpoueHTtHoe
COOTHOILIEHUE TUIIOB KJIETOK OYEHb CHJIBHO BapbupyeT Mexay ocoOsmu. Kak nmpaBuio, B jKHUBBIX
o0pasax HEeJTOMUYECKON >KUAKOCTH, OCAXKEHHBIX Ha CTEKJIO, 3aMETHO NpeobiafacT OIUH W3
TpPeX OCHOBHBIX TUIIOB IiesioMouUTOB. bonee 50% ki1eTok B OTEIBHBIX 00pa3lax MpeacTaBiIeHbl
a100 BEPETEHOBUAHBIMM IIEJIOMOLMTAMH, JIMOO MEIKUMH LEIOMOLMTaMHU C IICEBIONOIUSIMH,
a100 PacIUIACTHIBAIOIIMMUCS LEIOMOLUTAMU. Y HEKOTOPBIX XKUBOTHBIX A0 80% YUCIEHHOCTH
COCTaBJIAIOT BEPETECHOBUAHBIC IEJIOMOLUTHI CPEIHUX pa3MepoB, 10 5% — KpyIHbIE
BEPETCHOBU/IHBIE LIEJIOMOIUTHI U PACILIACTHIBAIOIIUECS LIEJIOMOLUTHI C BKIOYEHUSIMH U OKOJIO
10% - menkue 1eIOMOLMTHI C ICEBAONOAUAMU. Y APYTUX KUBOTHBIX 0K0J0 70% 11€I0OMOLIUTOB
IPECTAaBICHO MEJIKHUMHU KJIETKaMU C MCEBAONOIUAMHU, 15% — pacriiacThIBAIOIIUMUCS KIETKaAMH
U TOJbKO 0K0J0 10% mpeacTaBiieHO BEPETEHOBUAHBIMU KIETKAaMU pa3HbIX pa3MepoB. Ipu aToMm,
Kak M B CilIy4ae C OOLIEH YMCICHHOCTBIO KJIETOK, HE OTMEUYAeTCs SIBHOM KOPPENALUU ITOTrO
HapameTpa ¢ IoJIOM U pazmMepoM KHBOTHBIX (Puc. 29). Tarxke He HaOMIOACTCS TPSIMOM CBSI3M C
CE30HOM M aKTUBHOCTBIO Pa3MHOXCEHMS: B IIEPUOJ IIOCIE MAacCOBOIO HEPECTa COOTHOIIECHUE
KJIETOYHBIX THUIOB KaK y CaMIlOB, TaK M y CAMOK HE MEHSETCS ONpeAeNCHHBIM o0pas3oM, a
COXpaHSeT TEHACHIMIO WHAWBHIYaTbHON M3MEHUYMBOCTH. COOTHOIICHHE KJIETOYHBIX THIIOB B
oOpa3uax LEeIOMHUYECKON XUAKOCTH MOKET BapbHpOBaTh B LIMPOKUX Mpeienax M, Mo Bce
BUJMMOCTH, HE OTPa)kKaeT KOHKPETHBIX 3aKOHOMEPHOCTEH pacHpeAeseHHus 3TUX KJIETOK BHYTpHU
HOMyJISAUK  4YepBeW, a  ompelensercs  HMHIMBUAYAIbHBIMU  XapaKTEpUCTHKAMH U

(U3UOTOTHUECKUM CTATYyCOM KOHKPETHON 0co0u.

[Ipn ocenanum KJIETOK Ha CTEKJIa U3MEHSIOTCA MX MOP(OIOrHUecKHe XapaKTEepPUCTUKH,
YTO OCIIOKHAET HUACHTU(DUKAIMIO pa3HBIX THUIIOB U OINpeAeNieHHe WX KOJIUYECTBEHHOTO
COOTHOLIEHMUS. Hcnonp3oBanue Qg QepeHIIMPOBAHHBIX Kpacurenen MOKAa3bIBACT
HEOJIHO3HAYHbIE PE3YyJIbTaThl: OTOOPAHHBIE Yy OJHOW OCOOM LETOMOLUTBHI MOTYT OKpallliBaThCs
OYCHb DPA3IMYHO TPU (PHUKCAIMM B CyCIeH3MH W Ha cTekine mocie ocenmanus (Puc. 30).
Hcnonp30BaHue 0JTHOTO U TOTO K€ (pUKcaTopa U OJIMHAKOBBIX YCIOBUN OKPACKH HE TapaHTUPYET
COMNOCTaBUMOCTh Pe3yibTaToB. KOppekTHasi MHTepIpeTanus pe3yJbTaToOB TAKUX OKpaIllMBaHUN
OKa3bIBAETCs 3aTPyAHEHA.

B 1nienoM MOXHO 3aKITIOYUTH, YTO UCIIOJIB30BAHHUE PA3HBIX CIIOCOOOB OKPACKH MO3BOJISIET
JOCTOBEPHO pPAa3JIMYUTh THUMBl I[ETOMOLMUTOB C IUIOTHO WIKM cJab0 MpoKpanmBaeMon

IIUTOIUIA3MOM. DTa pa3HUIA COXPAHIETCS MPH HCIIOIB30BAaHUM Pa3HBIX CHOCOOOB (PUKCAIMU U
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OKpaCKH. BBIILCJII/ITB B HOUTOINIAa3MC KOHKPCTHBIX KIJICTOK OTACJIBHBIC TpPaHyJibl, AArOMIUC B

Pa3HBIX YCIOBUSAX OJAMHAKOBYIO PEAKIMIO HA OKPACKy, HAM HE yJ1al0Ch.

4.2. Yuactue neaomonuToB Arenicola marina B 3aliMTHBIX peakmusix

Dazoyumos

[Ipu nomeniennu 06pa3loOB LEIOMOIMTOB Ha CTEKJIO B OOBIYHBIX YCIOBHSIX YaCTh KIETOK
paspymaercs. [lpu 3ToM BBICBOOOXAAIOTCS BKJIIOUEHHUS M TPaHYJIbl, COAEPKUMOE BaKyOJICH.
OTOT IpOLECC ONUCAH VISl Pa3HbIX )KMBOTHBIX KAK «JIETPAHYJIALNS» U CBSI3aH HENOCPEACTBEHHO
C U3BJICYEHUEM KJIETOK M3 €CTECTBEHHOU cpeibl. Y MECKOXKWIa B MIEPBYIO OUYEpeb pa3pyllaeTcs
YacTh pACIUIACTHIBAIOIIMXCS LEJIOMOLMTOB C BKIIOYEHUSIMH. B Hepa30aBineHHBbIX o0pa3max
LEJIOMUYECKON KHUAKOCTU Ha CTEKJIE ATOOT MPOLIECC MPUBIIEKAECT OKPYKAIOIINE KIETKHU, KOTOpbIE
HAYMHAIOT aKTMBHO (harolUTUPOBATh BBICBOOOXKIEHHOE COJEPKUMOE Pa3pyLIECHHBIX KJIETOK, U
BIIOCJICICTBUH (DOPMUPYIOT MI0THBIE arperatsl (Puc. 31).

[Ipn cMemmBaHuM 00pa3lOB IEIOMHUYECKON JKUJIKOCTH C CYCIEH3MeH 3MMoO3aHa Ha
cTekie Takxke oOpasytorcst arperathl (Puc. 32). Iporecc arperamuu in Vitr0 mpouCXOIUT B
CIEIyIOIIEM MOpsAKE: B  IEPBYI0  OYEpEeAb  YacTUIBl  3MMO3aHAa  3aXBaTbIBAIOTCS
pacIIaCTHIBAIOIIUMUCS IIEJIOMOIIUTaMU ¢ BKitoueHusiMu (Puc. 32, A) u paciiacThIBarOIIUMUCS
[EIOMOIIUTaMU  BEITAHYTOH (Gopmbl (Puc. 32, B). ®opmupoBanne MOHOCIOS TPOHCXOIHUT
IPUMEPHO TaK ke, KaK B CIy4yae Hepa3z0aBJIEHHBIX 00pa3loB I[EJIOMUYECKON JKUKOCTH, OJJHAKO
BBITSIHYThIE KIJIETKA CTPEMSTCS CBSI3aTbCA C MAKCHUMAJIBbHBIM YHCIOM COCEIHHX KIETOK.
Crenyromumu BOKpYr 00pa30BaHHON CETH M3 PACIUIACTAHHBIX LEJIOMOILUTOB KOHIICHTPUPYIOTCS
OKpYTJIbIe KJIETKH C TICEBIONOANSAMHU U IIOTHO MpoKpammBaeMoii nuroriasmon (Puc. 32, B). B
TE€YEeHHE yaca IpernapaThl IPUOOPETAIOT XapaKTEPHbII BU: IUIOTHBIE arperaThl U3 KJIETOK C yKe
HEPA3IUYUMON MOpPQOJIOTHUEH OKa3bIBAIOTCS CBS3aHBl JIPYr C JAPYrOM pacilaCTaHHBIMU
BEPETEHOBUHBIMU U IIHYPOBUIHBIMU II€JIOMOLMTAMHU, OTACIbHBIE OKPYIJIbIE U BBITSIHYTHIE
LEJIOMOLIUTHl MUTPUPYIOT MEXKAY arperaTamM, B KaKOW-TO MOMEHT HPHUCOEAMHSSICh K HUM.
PacrutactanHble OKpyIUIble KIETKM C BKJIIOYEHHSIMH CIy’KaT LEHTpaMH arperauu, U Ha
npenapatax, 3aduxcupoBaHHBIX depe3 30 u Oosiee MUHYT MOCJIE CMEMIMBAaHUA OOpasloB ¢
CyCIIeH3uel 3uMo3aHa, oTenbHO He paznuuuMbl (Puc. 32, /1). Cyas no BceMy, BepeTEeHOBHUIHBIE
[EJIOMOIIUTE MOTYT (POPMHPOBATH LUTOIUIA3MATUYECKHE MOCTUKU C COCEAHHMH KJIETKAMU U
nepeaaBaTh UM (aroruTHpoBaHHBIC YacTHIlsI (Puc. 33).

[Ipu otbope nemomuueckoil xuakoctu uepe3d 30 MUHYT MOCJIE€ MHBEKIHH CYCIIEH3UU
3MMO3aHa B IEJIOMMYECKYIO MOJOCTh YepBel CPOPMHUPOBAHHBIC arperaTbl COXPAHAIOTCS Jaxe

pH CWIIBHOM (B 6 pa3) pa3dasiieHnn o0pas3noB Bogoi mwiu Oydpepom (Puc. 34). ITocne 1 gaca ¢
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MOMEHTa UHBEKLUU OTOOpaHHBIE 00pa3Ilbl LETOMUYECKON KUIKOCTU COCTOST B OCHOBHOM M3
IUIOTHBIX KIIETOYHBIX arperatoB. Mopdojorus OTAETbHBIX KIETOK B TaKHX arperarax
YTPa4MBaEeT XapaKTEPHBIC YEPTHI, KICTKU TEPAIOT IICEBIONOJUU M OTPOCTKH, OKPYIIIAIOTCS,
BKJIIOYEHUSI HEKOTOPBIX KJIETOK CTaHOBATCS  BBIPQKEHHO IHUIMEHTUPOBaHHbIMM  0e3
nononHuTenbHON okpacku (Puc. 34, b). [TurMmenTHpOBaHHBIC TIIOTHBIE arperaTbl OTMEYAIOTCS B
LEJIOMUYECKON JKUJIKOCTH WHBELUUPOBAHHBIX YEPBEM KAaK MHUHMMYM B TEUYEHHE CYTOK IIOCIIE

HWHBCKINHU.

Unkancynayus

WHkarncynsiius MHOPOAHBIX Tl y A. marina mpouCcXOAUT OTHOCUTEIBHO ObICTPO. Yxke
yepe3 CYTKH BBEACHHBIE B LIEIOMHUYECKYIO MOJIOCTh CTEKJISIHHbIC HIAPUKH U OTPEe3KU cobaubeit
HIEPCTH OKa3bIBAIOTCS TIOJIHOCTHIO MOKPBITHI KileTKkamu uepss (Puc. 35).

MOXHO OTMETUTH, YTO B ClIlydae CO CTEKJISHHBIMHU LIApUKaMM IPOLECC WHKAICYISILUU
IPOXOJUT HE CTOJb MHTEHCUBHO, KaK B Cilydae Cc IepcThio. [Ipu m3ydeHuu mapukoB uepes 2
CyTOK TIOCJIE BHEAPEHHUS B LEJIOMHYECKYH) IIOJIOCTh Ha CKaHUPYIOLIEM 3JIEKTPOHHOM
MHUKPOCKOIIE BUJIHBI OTIEJIbHBIE KJIETKH, PacIUIaCcThIBAIOLIMECS 10 MOBEPXHOCTH Iapuka (Puc.
36, A). Oxgnako OoibIasi 4acTh MOBEPXHOCTH INAPHUKA OKA3bIBAETCS MOKPHITa BHEKJIETOYHBIM
MaTpukcoM, a He kietkamu (Puc. 36, b). Kilerkm HemoCTaTOYHO IJIOTHO MPHKPEIUISIOTCS K
HIApUKY, U IPH PUKCAIIUU U TTOCIEIYIOIIEeH MOATOTOBKE K 3JIEKTPOHHOW MUKPOCKOIMH 00pa3lioB
JeTKo oTBaiuBaroTCs. POpPMUPOBAaHUS IUIOTHBIX MHOTOKJIETOUHBIX Kamlcyld MpH (uKcaluu
00pa3uoB uepe3 2 1 6osee CyTOK OTMEYEHO He OBLIO.

WHkancynsuust OTpe3KOB IIEPCTH MPOMCXOAUT Oosee akTHMBHO. Ha momepedHbIx
TUCTOJIOTMUECKHUX Cpe3ax Karcyll, OKPYKaroIMX OTPE3KH IIEPCTH, XOPOIIO 3aMETHO, YTO KIIETKU
BOKpPYT MHOPOJHOTO Te€Ja PacHojliaratoTcs MOCIeI0BAaTEIbHBIMU KOHIEHTPUYECKUMH CHOSMHU U
OTIMYAIOTCS APYr OT JApyra mo ¢opmMe B 3aBUCUMOCTH OT pAacCTOSIHMA, Ha KOTOPOM OHHU
HaXOJATCSI OT MOBEPXHOCTHU Uy>KEPOJIHOro 00bekTa. CTpoeHHe Karcyal U MOPQOJIorus KIETOK B
HUX pa3jNyaeTcs B 3aBUCUMOCTH OT BpEMEHU MHKYOaIuu.

Kancyna Bo3pacra 2 cyTok uMmeeT Oosiee TUIOTHBIM BHYTPEHHUM CJIOM M BHEITHUH CIIOH,
COCTOSIIIMN U3 KJIETOK, C OTpOCTKaMu. Kancyssl 01HOTo Bo3pacta MOTYT CUJIBHO PAa3IMYaThCs MO
ctpoeruto (Puc. 37, A, b). K ToMy e HHKANCyJSIUs OJHOTO OTPe3Ka MOMKET OBITh
HEepaBHOMEpPHOH, kak Ha puc. 37, b. Ha HEeKoTOphIX ydacTkax TaKMX Karcysl MOXHO YBHJETh
HAYaNbHYI0 CTAIUI0 WHKAICYNALUU: aMeOOUUThl HAYMHAIOT pa3pyllaThCs HAa IMOBEPXHOCTU
uHopozaHoro teia (Puc. 38).

Ha Gonee mo3mgaux craausx nakancyssimuu (Puc. 39, 40) B kancynax MOKHO BBIICIHTH
y>Ke TpH ci10s. Bo BHyTpeHHEM ciioe, KOTOPbIi OMKe BCEro K 4yKepoJHOMY OOBEKTY, KIETKU
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IUIOTHO YTIaKOBaHbI, IMEIOT HECKOJIBKO Ae(hOpMUPOBAaHHBIE SApa U HEMPO3PAUHYIO [IUTOILIA3MY.
B cpennem crioe u KIETKH, U Spa BBHITSHYTH. BO BHEIIHEM cllo€ MEXIy KJIETKaMHU OCTArOTCS
CBOOOJIHBIE TPOMEXKYTKH, BHIHBI IEpEIJICTAOUINECS OTPOCTKM KIETOK M  OTICNIbHBIE
amMeOOoIUTHI, TTOKa He coeMHeHHbIe ¢ camoi Karcynoit (Puc. 39, b, I'). Ha ynerparonkux cpeszax
TaKUX KarcyJsl XOpOIIO BUIHO, YTO BHEIIHUH CIIOW MpENCTaBlIeH MOABMKHBIMU KICTKAMH: OHH
00pa3yl0T MHOTOYHMCIICHHBIE OTPOCTKH, MEXKIY KOTOPBIMH MOTYT OBITH KpPYITHBIE TPOMEKYTKH
(Puc. 40, ', J1). B oTpocTKax 3THX KJIETOK XOPOIIO BHIHBI IMy4kr MUKpodumiameHToB (Puc. 40,
E).

Kamcynel mocne mimurenpHOro cpoka wuHKyOarmmu — 10-12 gHedt — umeror
HeompeaesieHHy0 (opMy, BHYTPH HHX MOXXHO HAOJIOAATh YYaCTKH C IIOTHBIM CKOILICHHEM
KJIETOK, 3alI0JIHCHHBIX TPaHyJIaMH, U HE 3aII0JHEHHbIC KIICTKaMu IycThie yuacTku (Puc. 41).

Ha cHHMMKax MOBEpXHOCTH Kalcyl C IOMOUIbIO CKaHUPYIOLIETO 3JIEKTPOHHOIO
MHUKPOCKOIIa BHJIHO, YTO OOJbINAs YacTh YYACTBYIOIIMX B HHKAICYJSIMHU KJIETOK HMEET
BHITSAHYTbIE OTpOCTKU (Puic. 42). [ToBepXHOCTHBIN CIIOI KarCyJbl PHIXJIbIA, KIETKH B HEM SIBHO
COXpPaHSIOT AaKTHBHYIO  IOJBMXHOCTb. [lOBEepXHOCTHBIM ciol  Kamcyiasl  00pa3oBaH

BCPCTCHOBUAHBIMU KIICTKAMH U OTACIIBHBIMU OKPYTJIBIMU KIICTKAMMU.

Cesasvisanue 1UNONOIUCAXAPUOA

[{emoMOIUTHI TTOKa3hIBAIOT HEOJUHAKOBYIO peakiuio Ha uHbeknuto LPS. IlepBeimu
pearupyroT aMeOOIMTHI C BKIIOYEHUSIMU U YaCTUYHO BEpETEeHOBUIHbIE aMeOouuThl. Yepes 15
MUHYT TOCJI€ UHBEKIIUU HAOII0/1aeTCcsl HakarmuBanue MeTku LPS Ha kinetounsix MmemOpaHax
(Puc. 43). Yepez 30 MUHYT mocjie MHBEKIMH METKa CTAaHOBUTCS MEHEE BBIPAKCHHOW, HO
BOKpYT cBsi3bIBaromux LPS kietok oOpa3yroTcsi arperatbl, KOTOpBIE HE pa3pymIAlOTCsS B
cycnensun (Puc. 44). Uepe3 vac cBsi3aBIIME aHTUTEH KJIETKU OTMEYAIOTCS TOJIBKO B COCTaBE
arperaToB, M OKpacka CTaHOBHUTCS MeHee BbIpaxkeHa (Puc. 45). Ilpu ¢ukcanuu 6omee yem

qepe3 Yac MmocCii€ UHbCKIUHN OKpaCKa YK€ HC IIPOSABIISACTCH.

4.3. AHaIM3 TpaHCKpUNTOMa HejaoMounuToB Arenicola marina
B TpaHckpumnTomMe 1eIOMOLMTOB MBI UAECHTHUPUIMPOBAIH 28693 «TreHOB» (OTKPBITHIX
pamok cunthkiBanus, ORF), komupyromux 6eiaxu amuHoi 6omee 100 aMMHOKHCIOTHBIX OCTATKOB
(a.0.). Hcnonp3ys HabOp  BBICOKOKOHCEPBATHBHBIX  OJHOKOMHMUHBIX  OPTOJOTHYHBIX
nocienosarenpaocteir (BUSCO, «Benchmarking Universal Single-Copy Orthologs») (Simao,
Waterhouse et al. 2015), Mmbr 00HapyYX WIH, 9TO U3 954 OPTOJOTUYHBIX TEHOB MHOTOKJIETOYHBIX
KMBOTHBIX B pe(epeHCHON cOOpke TpaHCKpumTOMa IieaomorutoB A. marina ~98% Obutn

MOJHBIMH, TOT/1a KakK Toybko 0,5% mpucyTcTBOBAIHM, HO BO (hparMeHTUpOBAaHHOM BHIE, U 1,9%
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orcyrctBoBanu (Puc. 46, B). OTcyTcTBYIOIIME B COOPKE OPTOJOTH MOTYT MPEACTABIAThH COOOM
TeTepO3UTOTHBIE AJUIENU, HE CKOJUIAIICUPOBABLINE B Ipolecce cOopku. Pacrpenenenue AnuHbl
BCEX MpEJIojaraéMbix OCJIKOB Moka3zaHo Ha Ha pucyHke 46, I'. [Touck mo 6a3e manubix Uniprot ¢
ucronp3oBanueM aigroputma BlastP BeisBun 10994 comagenuit Himke mopora cxojictsa (E-
value: 1E-25).

Jlig ipuOau3nuTeNbHON OLIEHKH JI0JIM SKCIPECCUPYEMbIX B LIEJIOMOLUTaX [€HOB OT BCEX
TEHOB, MPOTHO3UPYEMBIX B T'€HOME, Mbl IPOBEIM MOMCK IO ABYM CYIIECTBYIOIIMM Habopam
TCHOMHBIX JIaHHBIX KOJIbYaThix uepBeil: mnomuxetsl Capitella teleta (http://genome.jgi-
psf.org/Capcal/Capcal . home.html) wu mnussku Helobdella robusta (http://genome.jgi-
psf.org/Helrol/Helrol.home.html), ncnons3ys BlastP mouck ¢ moporom E-value 1E-25. Tombko
OKOJIO TPETH Bcex OeNKOB, mpejicka3aHHbix B reHomax C. teleta u H. robusta, umerot cxomctBo ¢
Oenkamu, SKcpeccupyeMbiMu B nenomonuTax A. marina: 38,1 u 37,7% coorBercTBenHo (Puc.
46, B).

KonnyectBo (00mMIHEe 3KCHpPECCHM) TPAHCKPHITOB ObUIO paccumraHo in Silico kak
cpennee 3HaueHue TPM (TpaHCKpUITOB HAa MUJUTHOH) ISl «reHa» trinity B MATH OTAEIBHBIX
obpazuax. Ono BapbupoBaio ot 1,0 TPM (mopor o¢wibtpauuu) no 44400 TPM nns
HEKoJUpyIommei TpaHckpubupyemoilt mocinenoBatensHoctd PHK. 3nauenust skcmpeccun 10
nepBbiX U 10 mocnenHux no o0miIno 0eaKoB, TOMOJIOTHYHbBIX W3BecTHBIM (Uniprot), mokasaHbl
Ha pucyHke 46, E. Dkcnpeccus rimnepanbaerua-3-¢pocdataeruaporesassl (GAPDH), kotopas
YacTO HCIIONIb3YeTCS B OKCHepuMeHTax Mo Jud¢epeHInanbHOl 3KCIPecCHd B KadecTBe
Mapkepa, coctaBuia 782,5 TPM.

MBbI MOKEM 3aKJII0YHTh, YTO 3Ta COOPKAa OCHOBaHA Ha pe3ysbTaTax cekBeHupoBaHus PHK
HECKOJIbKMX THUIIOB LIEJIOMOIMTOB M TPEICTaBIIAET COOOM pEenpe3eHTaTUBHYI0 U MOAPOOHYIO
BBIOOPKY T€HOB, JKCIPECCHPYEMBIX B MMMYHHBIX KIIETKaxX IMECKOXHWJIa. JKCIepUMEHTalbHas
uMMyHHasT uHAyKius kietok (LPS B kadecTBe pacTBOPpHMOro W 3HMMO3aHAa B KadyecTBE
KOPIYCKYJSIDHOTO ~ HWHIYKTOpa)  TMO3BOJMIA  OOOraTHUTh  TPAHCKPUITOM  MMMYHHO-
acCOLIMMPOBAHHBIMU TpaHCKpunTamMu. Ha ocHOBe umeronmxcs JaHHBIX O MOJIEKYJSIPHBIX
OCHOBax MMMYHHTETa APYTUX >KUBOTHBIX MBI MPOBENM aHAIU3 TPAHCKPUIITOMA M BBISBHIN
HaOoOp OEJKOB, MOTEHIMAIBHO YYacTBYIOIIMX B CHCTEMHOM HWMMYHHOM OTBeTe y A. marina.
Crocok 3TUX OEJKOB C ONMMCAaHWSIMH M HOMEpaMH joctyna B 0aze GenBank mpezicraBiieH B
tabnuue 5 mnpunoxkenus. Hwuwke mnpuBoauTCS KpaTKOe OMNKMCAHWE TPYHI  MOJIEKY,
MPEICTABISIONINX HAUOOIBIINKA UHTEpeC A JalbHEHINX (PYyHKIIMOHAIBHBIX U SBOIOIIMOHHBIX

HUCCJIENOBAHUI.
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Mozenb 3BOJIOIMU NPOMO-KOMIAeMeHma TIPEAIoaraeT, 4To LeJIoMoIMTel A. marina
JIOJDKHBI DKcTpeccupoBath Habop TEP. Msl unentudunumpoBanmu mects TEP — 4wneHoB rpymiisr
A2M  (momcemeiicTBO  HMHTrHOWTOpa  mpoTea3  o-2-makporiaoOynmna)  (Puc.  47).
@unoreHeTHYECKUEe B3aMMOOTHOIIEHUS 3TUX OEJNKOB € JAPYTUMHM  IPEICTaBUTEISIMU
NOJICeMENCTBa TMOKa3aHbl Ha pucynke 47, b. Bompeku oxumanusiM, Mbl He OOHApYXWJIH B
TpaHCKpunToMe wWieHOB rpymmbl  C3-mogoOHBIX  (AKTOPOB  KOMIUIEMEHTa,  ITHPOKO
IPE/CTAaBICHHBIX Y APYTUX TAKCOHOB OECII03BOHOYHBIX )KUBOTHBIX.

Jlexmun-no0obnvie MoneKynvl TPEACTABICHbl B TPAHCKPUITOME IEIOMOIMTOB OYEHb
pa3HooOpa3Ho. [IoMUMO ONMMCaHHBIX TPYMIT JIEKTUHOB, /U KOTOPBIX MOJITBEPKACHO Y4acTHE B
UMMYHHOM OTBETE, MBI OOHapyXHJIM HECKOJIBKO HOBBIX TPYIII JIEKTHH-TOJOOHBIX OCIKOB C
NOTEHIMAIBHON aKTUBHOCTHIO B KadectBe PRR (puc. 48-53). XapakrtepHoii ueproii
TPAHCKPHUIITOMA LIEJIOMOLIUTOB SIBJISIETCS HU3KOE pa3zHooOpasue nektuHoB rpynn Clgl u FReDC
(Puc. 48). Ilpu sToM MBI OTMe4aeM 15 renoB, komupytomux Jektiuabl C-tuna (CLECT), kak
CEKPEeTUPYEMBIX, TaK M CBS3aHHBIX C MeMOpaHOW KiIeTKW. XapakTepHas sl YacTH STHX
JIEKTUHOB apXUTEKTypa He oNucaHa (PyHKIMOHAIBHO I O€CII03BOHOYHBIX )KUBOTHBIX, IIOATOMY
KOHKpETHasl poJib 3THX OeNKoB ocTaeTcs HesacHoW. Takke Mbl OOHApYXKWJIM HOBOE
pa3HOO00pa3HOe IMOJACEMEUCTBO TaleKTUH-oJ00HBIX OenkoB, AmGal-BDC, ¢ xapakrtepHOit
JIOMEHHOHW apXHTEKTYpOH, KOTOpasi BCTPEYAETCsI TOIBKO Y HECKOIBKUX BUIOB — MPEICTABUTEIICH
rpynn Mollusca, Brachiopoda u Chelicerata, Ho, 1o Bceil BHAMMOCTH, OTCYTCTBYET Yy
npeacrasuteneii Mandibulata u Deuterostomia (Puc. 49, 50). B tpanckpunrome obHapyskeHO 7
0enKoB, COJIEpXKAIIMX PHUIMH-IOMEH, HWMEIOMUX IOTEHUUAIbHYI0 arrJIOTHHUPYIOUIYIO
akTuBHOCTH (Puc. 51). Mbl oTHeCIM HX K HOBOMY CEMEHCTBY «MUTHIIEKTHHOBY», OIHCAHHBIX
Brepsbie st muauii Mytilus spp.) (Fujii, Dohmae et al. 2012, Hasan, Gerdol et al. 2016). Takxe
HECKOJIBKO TeHOB KOAMPYIOT XUTHHa3a-10100HbIe JekTHHbI (Puc. 52), conepikarye 10MeH TOro
ke cynepcemerictBa, uto u CCF omuroxer. I'omomor CCF B menoMonmrax MeCKOXHUiIa
NpeCTaBiIeH IBYMs H30popMaMu. MBI OTMeYaeM HOBBIE (OPMBI ONMUCAHHOTO paHee s
neckoxuna tektuaa AML-1 (Puc. 53).

Ilopogpopmupyrowue monexynvt B TPAHCKPUITOME LEIOMOLMTOB MMEIOT HEOKUAAHHO
OrpaHMYEHHBIH penepryap. He BbIsBIeHO O€nKOB, coOAEpXallUX JOMEH a’pojM3uHa WU
MACPF, a Take roMOJIOTOB KOJIMITUHOB, aKTHHOIIOPUHOB, KOJIYTIOPHHOB, M IPYTHX W3BECTHBIX
nopoo0Opasyromux TokcuHoB (PFT). Kpome Toro, B TpaHCKpHIITOME HE 0OHAPYKEHO TOMOJIOTOB
nopooOpasyoUMX AHTUMHUKPOOHBIX OEJIKOB, H3BECTHBIX I OJMIOXeT — (ETUIUHOB U
JU3CHUHOB. B KauecTBe MOJIEKYJI C JIMTHYECKOM AaKTHMBHOCTBIO MOXET BBICTYNATh OEJIOK
AmTOLIP-DC, coaepxamuit  gomen  Toxin_TOLIP, wHecymuii  g0MeH,  OOBIYHO
OoOHapy’KMBaeMblii B SJOBUTBIX HEWPOTOKCHMHAX M LUTOTOKCHHAaX 3Mel, HO TaKke U B
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CTPYKTYPHO CXO0XHX (HE 3MeuHBIX) TOKcUHOMOM00HBIX Oenkax (TOLIP). Takxke BeposATHYIO
JIMTUYECKYIO (DYHKIIMIO HECET MPEIIECTBEHHUK Callo3uHOB, mpocano3uH (AMPSAP).

AHTUMUKpPOOHBIE MENTHIbl B TPAHCKPUIITOME IMPEJICTABICHBl apEHULUHAMHU, I
KOTOpPBIX MbI OOHapyxwunu HoBble uzopopmbl (Puc. 54, I'), a Taxke NOTEHIMATBHO
MUTOXOHIPUAIBHBIMUA U TUCTOH-TIPOU3BOIHBIMU AMP.

Iemomorutel A. marina 3KCpecCUpyroT OpTOJIOrH reHoB miiekonurtaonmx LBP u BPI
(Puc. 55). Xors ux mapHas HWACHTHYHOCTh HH3Kas (24,2%), 3TH OEJIKH MMEIOT OJWHAKOBBIN
cocTaB JOMEHOB M o00OnanaroT xapakTepHbIMH N- U C-KOHLEBBIMH JOMEHaMH Oelka-
nepeHocunka cioxHoro d3¢upa xonecrepuna (CETP). Ilpumewarensno, uro AmLBP
sKcmipeccupyercsi B ueThipex wuzodopmax (AmLBP1-4), pasnmuuaromuxcss HECKOJIbKUMU
HECUHOHMMUYHBIMH 3aME€HaMHU, BEPOSITHO, OTPAKAIOLIMMH UHANBUIYAIbHBIH NOTUMOP(U3M.

Lemomouuter A. marina skcmpeccupytor 18 TLR, mocienoBaTenbHOCTH KOTOPBIX
OTJIIMYAIOTCS APYT OT apyra 6omnee yeM Ha 15%. Oto 10 peuentopoB V-tumna u § peuentopos P-
tumna. ComnocraBlieHne ¢ KaHOHWYeCKUM cUTHAIBHBIM myTeM TLR wenoseka (KEGG: map04620;
59 6enkoB) (Puc. 56) BeIssBIIIO 33 mpeanoaraéMbIx OpTOJIOTa, YYaCTBYIOUIUX B CHUTHAJIBHOM
nytu TRL. B TpanckpuntoMe ueIOMOLUTOB OOHApy>KEHbl OPTOJIOTH BCEX KOMIIOHEHTOB
IBOJIIOLIMOHHO KOoHcepBatuBHOro MyD88-3aBucumoro mytu aktuBaimu T0ll-kackanma. Takoke
Bo3MokHa MyD88-He3aBrcuMasi akTUBaNMs CUTHAJIBHOTO Kackaja, KOTopas O0ecTeunBaeTCs
nByms komruiekcamu akropos: (P13K)-Akt u MAPK.

Bce KOMIIOHEHTBHI (MIIOT€HETHYECKH KOHCEPBAaTHMBHON aHTHMOKCHIAHTHOW CHCTEMBI
NPUCYTCTBYIOT B TpaHckpuntome A. marina. OTaensHo ciexyer OTMeTHTh KaTtanasy, AmCAT,
Tpu cynepokcuamucmytassl, AmMSOD1-3, a Takke mare nepokcuaas, AmMPXD1-5 (Puc. 57).
Cuntaza okcuga azota AMNOS mpexncraBieHa eIWHCTBEHHOW (OPMOIl M MMEET ITOCTATOYHO
HU3KYI0 SKCIIPECCHIO; Topa3fo aKTHBHEE SKCIIPECCUPYETCs CTPYKTYPHO IOJOOHBIA Oenok
NADPH - mutoxpom P450 penykraza (AmCPR), kotopsiii He umeer N-konneBoro NO-
CHUHTA3HOTO JIoMeHa, XxapakTepHoro st NOS.

W3 umeronux (peHOIOKCHUIa3HY0 aKTUBHOCTh (PEPMEHTOB B IieloMonuTax A. marina Msl
OOHapyXKWJIM TOJIBKO JIaKKa3bl, HKCIPECCHUPYEMbI€ JIByMsI Pa3HbIMU TI'€HAMH, KOAUPYIOLIMMU
6enxku AmLACIT u AmLAC?2 co cxonHol foMeHHO apxuTekTypoit (Puc. 58) u naeHTHYHOCTBIO
37,1%. Mpbl He OOHapyXWJIM CTPYKTYPHBIX TOMOJIOTOB KAaTE€XOJIOKCHa3, THUPO3WHA3 WU
TeMOIMaHWHOB.

B oTcyTcTBHE reMOLIMAHMHOB HETOMOIMTHI A. Marina sKCIpeccupyroT ceMb INTOOMHOBBIX
[erne MHOTOMEpPHOT'O BHEKJIETOYHOTO remorioouna (Hb), THOMUYHBIX 11 KOJBUATHIX YEpBEi,
KOTOpBbIe 00paTHMO CBSI3BIBAIOT KHCJIOPOJ M JIpyrHe ra3000pa3Hble JIMTaHasl. B momomHeHne K
yereipeM 1emsm HBL-Hb, omucannbim panee mns meckokmiaa (Chabasse et al., 2006), b
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UICHTUPUIMPOBATIK TpU HOBBIX, AMA3, -4 u -5 (Puc. 58). Y Hux anHajoruyHas IOMCHHas
apXUTEKTypa C CHTHAJIbHBIM TENTHAOM | T[JIOOMHOBBIM jgomeHoM Pfam. [lomaphas
HIEHTUYHOCTh X aMHUHOKHUCJIOTHBIX MOCJIEmOBaTeabHoCcTell Oonee yeM Ha 20% oTiandaeTcst OT

YK€ U3BCCTHLIX.

4.4. IIporeacoMHbIif KOMILIEKC He1oMouuToB Arenicola marina

[Ipn u3yueHun MpPoOTEaCOMHOTO KOMILIEKCA I[ETOMOIIMTOB MECKOXMUIIA Mbl OOHAPYKUIIH,
YTO B HOpPME B IIEJIOMOIIMTAX cojAepx)aHue 26S-poTeacoM HUXKE, YeM 3TO XapaKTepHO s
KJICTOK MJICKONHUTAIMHUX. [Ipy 3TOM T0OCTaTOYHO BBICOKO COJEpIKaHHE CYyOBEIMHUII IPOTEACOM
tuma al, 2, 3, 5, 6, 7 (Puc. 59, b, 1), nabmomaercs HEOONbINAS KOHIECHTPALHS
MPOTEONUTHYECKON CcyObeauHuIbl 5, a Takke oTMedaeTcs cyOpeaununa Rpto, Bxonsmias B
cocTaB peryssitopHoit yactuisl PA700.

[IpoTeacoMHBIN KOMIUIEKC IIEJIOMOIIMTOB pearupyeT Ha IKCIIEPUMEHTAIBHYI0 HMMYHHYO
uHaykuuo. Yepes 1 4 mocne uHAYyKIuM BocmaleHus BBeaeHuem LPS B menomormrax
HaOJIF0/1aeTCs MOBBIIICHUE XUMOTPUIICUH-110100H0M akTuBHOCTH (XITA) nporeacom (Puc. 59,
A). B menoMmornuTax KOHTPOJBHBIX >KHBOTHBIX (MHBEKIHsS FSW) akTHBHOCTH mpoTeacoMm He
nu3Mensercs. OJIHAKO CTpecC, BEI3BAHHBIN BBeneHneM FWS, IpUBOANT K WHAYKIIMH IIAIIEPOHOB
Hsp70 uw Kk HEKOTOpOMYy YBEIHWYEHHIO OTHOCHTEIHHOTO COJEpXKaHUS B LEJIOMOIUTaX
cyOBeIMHUII TPOTEACOM: CTPYKTYPHBIX THIA 0, MPOTEONUTHUYECKON PS5 U perynsTopHoil Rpt6,
Bxojsmie B cocraB perymaropa PA700 (Puc. 59, b, B, mpoba 2). Ctpecc, BbI3BaHHBIU
BBeneHUeM LPS, BbI3bIBaeT CyimiecTBEHHO OoJiee BBIPAKEHHBIE HW3MEHEHUS B TIPOTEOME
nenomonutoB (Puc. 59, b, B, npoOsr 3). IlosBuiace HOBas wHayrmoensHas ¢gopma Hsp70,
3HAYUTENbHO YBEITUYMIIOCH COAEpKAHUE MPOTEACOMHBIX CYObEIUHUI] TUIIOB 0 U 5, Torna kKak
cyObenunuIia Rpt6 peryasiTopHoro KoMIuiekca SJIMMHUHHPOBAIACE.

[Toy4ennsie JTaHHBIC TaKKe MTOJITBEPKTAIOTCS UMMYHOIIUTOXUMUIECKUM
okpamuBanueM (Puc. 60). [Ipu BBenernn FSW noBbImaeTcss KOHICHTPAIUS CyObEMHII] THITIOB
o u PS5, moseiusercs Hsp70. Ilpu muayknmm BocmanmeHus LPS Takas peaknus BbIpakaeTcs
CUJIbHEE.

CrnemxyeT OTMETHTh, YTO HCIIONH30BAHME HECKOJBKUX PA3HOIIAHOBBIX METOJOB IPH
W3YYCHHUH TPOTEacOM OeCITO3BOHOYHBIX HEOOXOIUMO, IMOCKOJIbKY BCE CTAHIAPTHBIC TOIXOIBI
JUISL TAKUX UCCIIEOBaHUM pa3paboTaHbl HA KJIETKaX MIIEKOMUTArMMX. B ciydae mpuMeHeHus
HEQJIaNTUPOBAHHBIX METOJOB K KIETKaM JKUBOTHBIX W3 JPYTUX TPYII BO3MOXKHO
BO3HUKHOBCHUS Psja MCKOKCHUW JaHHBIX. B YacTHOCTH, MCIOJIB30BaHWE MOHOKIOHAIBHBIX
aQHTHUTEN, Pa3paOOTaHHBIX ISl KJIETOK MIIEKOIUTAIONIMX, HA KJIETKaXx OECIO3BOHOYHBIX YacTO

BCACT K HCCHGHI/Iq)I/I‘-IeCKOMy OKpalllMBaHUKO CTPYKTYDP. HO3TOMy I IOATBEPKACHUSA NaHHBIX,
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MOJTyYEHHBIX OMOXUMHYECKUMH ¥ UMMYHOITUTOXHMHUYECKUMHA METOJAMHU, CICAYyeT BKIIOYATh B
HAO0Op METONOB (PMIIOTCHETUYCCKUI aHAIW3 IEePBUYHBIX IOCIEAOBATEIHLHOCTEH TapTreTHBIX
OEJIKOB.

[Ipn aHanu3e TpaHCKPUNTOMA IIETIOMOLIMTOB OBLTH OOHAPYKEHBI MOCIEI0BATEILHOCTH,
KOAMPYIONIHE KOMIUICKC MPOTEACOMHBIX OETKOB. B KOMIUIEKC BXOAAT 7 CyObEIUHUI] THIIA O, [
cyObenuauIl Trma B, 15 6enkoB, BXOASIMUX B cocTaB peryistopabix gactuir PA200 u PA700, a
TaKKe psg OCJIKOB, KOTOPhIE HMMEIOT BBICOKYI0 HACHTHYHOCTH C 3apErUCTPUPOBAHHBIMU B
100aNbHBIX 0a3aX JaHHBIX KaK yYaCTBYIOIINE B COOPKE U PEryJsSIui aKTUBHOCTU MIPOTEACOM.

Hcnonp3ys  mosdydeHHele it A.marina  mocieloBaTeIbHOCTH, a  TaKke
MOCIIE0OBATEIIPHOCTH TPOTEACOMHBIX CYOBECIUHUI] APYTUX BUIOB, B3AThIX n3 0a3sl NCBI
GenBank, MbI IpOHM3BEIN aHAIU3 CXOACTBA CyOheIUHHII KOPOBOM MPOTEACOMBI U PETYIATOPHBIX
gactury (Puc. 61-64). IlocmemoBarenpHocTH A. marina  oObBEIUMHSAIOTCS B KIaabl C

HIOCJICI0BATEIBHOCTSIME APYTHX MpecTaBuTenei rpymmsl Lophotrochozoa.
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5. OBCYXIEHUE PE3YJIbTATOB

5.1. Mopdoaorus nesiomouutoB Arenicola marina

CornacHo MOy4eHHBIM HAMH JIaHHBIM, B TIOITYJISIUN CBOOOTHBIX KJIETOK IIETTOMUYECKOM
KHUJKOCTH TIECKOXKHMJIA TIOCTOSIHHO TIPHCYTCTBYIOT HECKOJIBKO MOp(OJIorndeckux Tumos. [lpu
3TOM BO3MOXHAas KJIACCU(PUKAIMA KUBBIX IIEIOMOIIMTOB HE COOTHOCUTCSI MJIM COOTHOCHTCS HE
MOJTHOCTBIO ¢ KIacCHU(pUKaIMeld (PUKCUPOBAHHBIX KJIETOK. Takas CHUTyalusi JOCTaTOYHO OOBIYHA
IpY M3YYCHUHU [EIOMOIMTOB W JPYTUX KIETOYHBIX DJIEMEHTOB MOJOCTHBIX JKHUAKOCTEH. DTO
CBSI3aHO ¢ HeM30exHOH nedopmanyeil M YacTUUHBIM pa3pylIeHHEM KIETOK npu (ukcanmy,
n30eKaTh KOTOPBIX MOJHOCTHIO HEBO3MOXKHO. Pa3Hble THIBI KJIETOK TakXke 00JalaloT pa3HOU
CHOCOOHOCTBIO K aAre3ud, YTo BIMAET Ha 3(PPEKTHUBHOCTh MX NPHUKPEIUICHUS K CyOcTpary H,
COOTBETCTBEHHO, BCTPEUAEMOCTh Ha TIOCTOSIHHBIX IIperaparax.

CormacHo camoil o0mie kiaccupuKaluu, BCE IEIOMOIMUTHI MECKOXKWIA OTHOCATCA K
ameOonuTaM. DJICOUUThl He ObLUIM ONMUCAHBI JJIs MpeAcTaBuTeNeil cemeirictBa Arenicolidae kak
OTJENIbHBIN KJIETOYHBIN THII, YTO MOATBEPIKIACTCS HAIIMMHU JaHHBIMH. Bce menoMouutsl B TOM
WIA WHOH CTENEeHH CIOCOOHBI K amMeOoMaHOMYy IBM)KEHHIO. Ha ocHOBaHMHM aHanM3a Halmx
JMAHHBIX MOKHO BBIICTUTh TPH THIIA I[EJIOMOIIUTOB, KOTOpPBIE PETUCTPUPYIOTCS BCEMH
UCTIONb30BAaHHBIME ~ METOJaMH. OJTO BEpPETEHOBUAHBIE aMmMeOOmuTHl (C  OTPOCTKaMU U
pacIiacThIBalOIIMeCcss Ha CTEKJE), KpYyMHble aMeO0OLUTHl HeomlpeaeseHHOH (opMbl ¢
BKIIIOYCHHUSIMHU, pAcCIIacTHIBAIOIIMECS] Ha CTEKJIe, M MeJIKHe ameOOIMThl, OoO0pasylomme
TICEBJIOTIO/IHH.

Cample Menmkue amMeOOLMTHI C BBICOKHM SIEPHO-IIUTOIIA3MAaTHUECKHM OTHOIICHHEM
(Puc. 27) nmpakTH4YecKd HE OTIMYAIOTCS OT OOBIYHBIX MEJIKHX aMeOOIIMTOB B JKUBOM BHUJE U B
CycrieH3uM 0e3 OKpacKd, OJHAaKO MX OTIMYHE Ha (UKCHPOBAHHBIX TNpernapaTax J0CTaTOYHO
oueBUHO. C OOJBIION BEPOSTHOCTHIO ITHU KIIETKU SIBIISIOTCS FOBEHWJIBHBIMH (CTBOJIOBBIMH).
FOBeHMIIbHBIE LIETOMOIMTHI OMHMCAaHBl KaK OT/ACIBHBIA THUIT IIEJIOMOIMTOB MECKOXWIAa B
auteparype (Dales, Dixon, 1981, Ilepcununa, Yara, 1994).

Pa3nble GopMBI  pacmacThIBAIOIIMXCA ~ aMeOOLMTOB  COXpaHSIOT  oOmime
MOP(OJIOTHYECKUE YepThl Ha OKPAIICHHBIX Iperaparax: OTHOCHTEIBHO KPYITHBIE siapa, Ciado
OKpamBaeMas I[MTOIUIa3Ma IIEHTPAJFHOM YacTH KJIETKM M TPAKTUYECKH IpOo3paydHast
nuroriasma, Gpopmupyronias namemtonoanu (Puc. 21). Okpyrnas ¢opma BakyOIH3HPOBAaHHBIX
KJIETOK MOJKET OBITH Pe3yJbTaTOM HAKOIUIEHHUS ()arocoM B BEPETEHOBHIHBIX KieTKax. OgHAaKO
Ha Ipernaparax BCTPEYAIOTCSl PacIUIaCTHIBAIONIMECS OKPYTJIbIe [IEIOMOLUTEI MEHBIIETO pa3Mepa

n 0e3 OONBIIOr0 KOJHMYECTBA BKIIOYeHMIl. YacTh MeIKHX OcJ0oMOIOUTOB, HC 06p33y10111a;1
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BBIPAKCHHBIX TICEBAINOJIMIA, TIPH OKPAIIMBAaHUM CXOJHA BHEINHE ¢ TakuMu kietkamu (Puc. 25).
Kpome Ttoro, momanarommecsi Ha TpenapaTax MEIKHE I[eJOMOUUTHI ¢ (arocomamu u 0e3
IICEBJIOMOANI HMMEIOT TaKWe jKe sapa W Tak ke okparmBatorcs (Puc. 26). BosmokHo,
pacmIacThIBAIOIINECS BEPETCHOBUIHBICE W PACIUIACTBHIBAIOIINECS OKPYTJIbIE IIETOMOIMTHI HE
SIBJISIFOTCSL TIOCTIEOBATEIIbHBIMU CTAAUSIMU PA3BUTHUS OJHOM KJIETOUHOM JIMHUHU, HO CKOPEE BCETo
UMEIOT OJIHOTO IMPEIIIeCTBEHHHKA. Menkue amMeOO0UuThl € ICEBIONOAMSIMH, BO3MOXHO,
ABJISIFOTCS OT/AEJIBHON KJIETOYHOW JIMHUEH.

HesicHo, SBNSITOTCS M OTAENBHBIM TUIIOM IIAPOOOpPa3HbIE IEIOMOLUTHI C BKIIOUCHUSIMHU
(Puc. 23). B *%uBOM BHJEC 3TH KJIETKH JOCTATOYHO JOJITO COXPAHSIOT YeTKyr0 (HopMy U HE
pacracTeiBaroTes mo crexiy. [Ipu 3Tom B oOpasnax, 3aUKCUPOBAaHHBIX B CYCIICH3UHU, KIETKH
TaKOro pa3Mepa U ¢ TAaKUMHU BKIIFOUEHUSIMU HE OTMEeYaroTcs. Brigensemble OKpyTible KIETKH C
BkmoueHusimu  (Puc. 20) B cpemHeM KpynHee M MO BHEIIHEMY BHIY BKIIOYEHUH U HX
HEOJHOPOAHOCTH OOJbIIe TOXO0XKM Ha PacCIUIACTHIBAIOIIMECS aMeOOIUTHI, B CYCIICH3HU
coxpaHsitomiue ueTkyio (opmy. Bo3moxkHO, mapooOpa3Hble LETOMOLUTH HE IEPEKHUBAIOT
dukcanuoo, HMEIOT IUIOXYH aJAre3UBHYIO CIIOCOOHOCTb, WM SIBJISIIOTCS TaKUMH  Ke
pacIuIacThIBAlOUIMMUCS LEJTOMOLIMTAMM, IO KAKON-TO MPUYMHE HE OCEBIIMMHU B TEUCHUE
HaOmonenuii. Hanpumep, Ha pucynke 23 I', ckopee Bcero, IMpeCcTaBIeH PacIlIaCcThIBAOIIANCS
LEJIOMOIIMT, HE YIEBIIUI OCECTh, NMOCKOJIbKY B €ro HUTOIJIa3Me €CTh KPYIHBbIE BaKyoJId WU

OIITUYECCKH IINIOTHBIC BKIIIOUYCHUS.

PacninacteiBatoiiuecss aMmeOOIUMThI HEe ObLTH paHee OMUCaHbl. JDTO CBA3AHO C TEM, YTO 00€
ynomsiHyTele kinaccudukanuu (Dales, Dixon, 1981, Ilepcununa, Yara, 1994) ocHoBaHbI Ha
M3Y4YEHUH [ETOMOIIMTOB, 3a()UKCUPOBAHHBIX B CycIieH3uH. HaOmroaeHuit 3a MoBeICHHEM KUBBIX
KJIETOK aBTOPBI HE IPOBOJIMIIN.

IIpu stom knaccudukanus [eitnca u [ukcona comocraBuma c¢ Hameil. Knerku c
JUIMHHBIMH ~ oTpocTKamMu  Jlelinc u  JlukcOH 0003HA4YWIM KAk  «IIHYPOBUJIHBIEY», a
pacrIacThIBAIONIUECS aMEeOOIUTHI C BKJIIOYEHUSMH — KaK BaKyOJW3HPOBAHHBIE aMeOOITUTHI.
Onucanne «BEPETEHOBUAHBIX» KJIETOK COOTBETCTBYET pACIIACTHIBAIOLIUMCS (CPEIHUM)
BEPETCHOBUIHBIM ameboruTaM B Hamiedl kinaccudukanuu. Ha ypoBHE yIbTpacTpyKTyphl B
BEPETCHOBUTHBIX aMeOOIUTaX OBLII0 OTMEUEHO CKOIJICHHE MHUKPO(MUIAMEHTOB BOKPYT SAEP, YTO
KOCBEHHO TIOJITBEPXKIACT CBSI3b JTOTO THMA KIETOK C KIETKAMHU C JUTMHHBIMH OTPOCTKaMU
(«ITHYPOBHIHBIMIY ), M TAK)KE MOATBEPIKIACTCS HAIUMK AaHHbIME (Puc. 14).

IMepcuanna u Yara (1994) Beimenwiv TUIB aMEOOLUTOB, KOTOPHIE HE BBIACISEM MBI,
OTHensHO aBTOPHI OMMUCHIBAIOT Y03WHOPWIBHBIC KJIETKH, KOTOPHIE MOTYT HMETh OKPYTIIYIO FUTH
BEpeTCHOBUIHYIO ¢dopMy. HMx 1muTOmIasmMa UWHTEHCHBHO OKpAIIMBAeTCs J03MHOM U
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AKPUAUHOBBIM OPAHXKCBBIM. }[J:[pa 9TUX KJIICTOK IMAJOUYKOBHUAHBIC, KPOME TOI0, IOMAAArOTCA
JBYsIepHBbIC (POPMBI C INIOTHO YITAKOBAHHBIM XPOMATHHOM. DO3MHO(MIIBI COCTABIISIOT HE OoJiee
2% KIETOYHOW TOMyJSIMMM U, MO YTBEPXKACHUIO aBTOPOB, MPEACTaBISAIOT CcOOOM
Jerpaupyronife KJIETKH, BCTAaBIIME Ha MyTh amnonrto3a. OnucaHuss U WUIIOCTPALUU aBTOPOB
CXOOHbBI € TCEM, YTO MblI OTMCYHAJIM CpCAu BCPCTCHOBHUIHBLIX MNEJIOMOUOUTOB, KOTOPLIC
PacCIuIaCTBIBAIOTCA Ha CTCKIIC,; OJHAKO MbI HEC MOXXEM 3aKJIIOYUTh, UTO I'PAHYJIBI B UX HUTOIINIa3ME
pe3ko so3uHO(MIbHBL. [lpu oOkpammBaHMM 303MHOM B Hamedl paboTe UHTEHCHBHO
OKpalMBajach LUTOIUIa3Ma BCEX KIETOK, TIPaHyJibl COXPaHSUIM JOCTaTOYHO PaBHOMEPHIO
OKpacKy, HE pa3iinyasich MEXJy THUIAMHU KIETOK. Takxe aBTOPbI OMUCATIU T'PAHYJIOLMTHI Kak
KJIETKU AUaMeTpoM 110 20 MKM C pe3Ko 303MHO(QWIBHBIMU IpaHyjamMH B nuroruiasme. Ilo Bceit
BUJUMOCTH, 3TO ONHCAHHE COOTBETCTBYET TOMY THILy KJIETOK, KOTOPBIA Mbl OOHapy>KMBaJlU
cpenu xuBBIX IienomouutoB (Puc. 23, A) W TONBKO EOMHUYHO OOHApyXMBald Ha
(UKCHMpOBaHHBIX Ha CTEKJe TMpemaparax. Y OJTHX KIETOK JEHCTBUTEIBHO BBIJCISAIOTCS
6&30(1)I/IJ'H>HI>IC rpanyJibl, Y€TKO OTJIUYHBIC OT OCTAJILHOM OUTOILIa3MbI, OAHAKO UX OKpalllMBaHWEC
MPOUCXOJAUT HEPAaBHOMEPHO B pasHbIX ycioBusix. [leinic m JIMKCOH 3TOT TUN KJIETOK HE
ormMeuyanid. B omnwucanuu IlepcuHuHoit u Yarm OTMEUYEHBl KIETKHM C «IIOJUXPOMHBIMU
I'paHyjJdaMn», KOTOPBIC, CyOsd II0 BCCMY, COOTBCTCTBYIOT pPACIUIACTBIBAIOIIUMCA OKPYIJIbIM
neJoMonuTaM € BKIIFOUECHUSMU. ABTOpLI OTMCTHUJIU, YTO TAKHUEC KIJIICTKN XapaKTCPHBbI TOJbBKO JISA
CaMIIOB B IMEPHUOA AKTHUBHOTI'O IraMCTOI'CHE3A. O)IHaKO, 10 HalllUM JaHHBIM, OHHW BCTPECUAIOTCA HE

TOJIBKO Y CaMIIOB, HO U Yy CaMOK.

Bonpoc rucroreHeTHYECKMX B3aMMOOTHOIIEHHWH pa3HBIX MOP(OTUIIOB IEIOMOILUTOB
MIECKOXKHIIA TaKKe ocTaeTcst OTKPBIThIM. [lepcuanHa u Yara (1994, 1995) mpenmonoxuiu, 9To
KJIETOYHasl JIMHUS BEPETEHOBHUJHBIX aMeOOIMTOB (MOJIOJbIE — CPEIHHE — 3peiible) SBISETCS
MOCJIEI0BATENbHBIMUA CTAAUAMU TUPPEPEHIIMPOBKH OJJHOTO U TOTO K€ THIMA KJIETOK, KOTOPBIH
OepeT Hauajlo M3 Iyja HOBEHWIbHbIX KJeToK. [IpoBeneHHble HaMu TNpeaBapUTEIbHBIC
IKCTIIEPUMEHThI ¢ MeTKoW EdU KOCBEHHO CBHIETEIBCTBYIOT O HAJMYMH JACISIIMXCS KICTOK
(BepOsATHO, FOBEHWJIbHBIX) B IIEIOMUYECKOM )KUJKOCTH, OJHAKO caM (akT HAJIM4YUs COCOOHBIX K
nposipepaluyd  KIETOK He SBIAETCS NPSAMbIM  JO0KA3aTeJbCTBOM  HAJNU4YUS  JIMHUU
muddepennmanuu. Jloas «OBEHWIBHBIX» IEIOMOIIMTOB B OOLICH MOMyNSAIMN HEBEIHKA H
cocTanisieT He O6otee 4-6%. C O0NbIIONH BEPOSITHOCTHIO, OOHOBJICHHE TTOMYJISAINH 1IEJIOMOIIUTOB
Kak MUHMUMYM YacTMYHO OOECleyYMBAaeTCs HEKMM BHEUIHMM HCTOYHUKOM. Ilo aHnamorum c
OPYTUMH  TPEACTABUTENSIMH  aHHENIMJ,  TaKUM  HCTOYHHUKOM  MOTYT  SIBISTBCA

CHICHHUAIIM3UPOBAHHBIC YUACTKH HCJIOTCIINUA — BBICTUJIKU CTCHKHU TEJ1a, AUCCCIIMMCHTOB, COCYZI0B.
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[TomuMo Bo3HMKarOMIIEH B KiIacCCH(PUKALIMU [IEJIOMOIUTOB Jake B Mpeieiax OJHOTO BHJA
TEPMUHOJIOTHYECKOW  IyTaHUIIBI, ONpEICNCHHE KIETOYHBIX MOP(POTUIIOB  OCIIOKHSAETCS
HaJIMYUEM B KJIETOYHOW MOMYJSIMM KJIETOK NepexoaHbix ¢opM. To, 4To MBI HE MOXKEM B
MOJIHOM MEpe COMOCTAaBUTh HAIM JAHHBIE C MPOBEICHHBIMU PaHEE MCCIIEIOBAHUSAMH, OTPAKAET
OOIIyI0 METOJOJOTHYECKYI0 CIIO)KHOCTh MpH paboTe C KIETKAMH TIOJIOCTHBIX IKHIKOCTEH
0ecro3BOHOYHBIX OECIO3BOHOUYHBIX. Jla)e MpU HCIOJIIb30BAHUM OOUIENPUHATHIX METOAOB Ha
OJIHOM U TOM 3K€ OOBEKTE PEe3yJbTaThl MOTYT CHJIBHO PA3HUTHCA, YTO JEJIaeT NMPAKTUYECKU
HEBO3MOKHBIM KOPPEKTHOE CPaBHEHHE IIOJIyYEHHBIX JaHHBIX. B CBf3M ¢ 3TUM MCIOIB30BaHUsA

TOJBKO MOp(I)OJIOFI/I‘-IeCKI/IX IIPU3HAKOB JIA KJ]aCCI/I(I)I/IKaI.H/II/I OCJIOMOIIMTOB HEAOCTATOYHO.

5.2. Yuactue nessomounToB Arenicola marina B 3aliMTHBIX peaKIUusX

Dazoyumos

daronurapHas aKTHBHOCThH IIEJIOMOIIMTOB IECKOXKHJIa OTMEYeHa B jurTeparype. llpu
WHBEKIMH B IETIOMUYECKYIO MTOJI0CTh OAKTEPHI B KOHIICHTPAIIUH 1,80*10" xieTok Ha MUJTUTATP
xuakoctu 60-75% Oaktepuil OKa3bIBAIKUCH TMOTJIOMIEHBI IETOMOIMTAMH B TEYEHHE IEPBBIX
necsatu MuHyT, 90% - B Tedenue mepBoro yaca nocie unbekimu (Fitzgerald, Ratcliffe, 1989).
[Ipg 3TOM B NEIOMHUYECKOW JKUIAKOCTH AKTHBHO OOpa30BBIBAIMCH KIETOYHBIC arperarsl,
KOTOpbIC HaKaIIMBAJIM MUTMEHT W TpPEBpallajuch B «KOPHYHEBBIE Teibliay. Kpome TOrO,
aBTOPBI OTMETHIIM, YTO OTAENbHbIC (PArONMUTUPYIOIINE KIETKA MUTPUPOBATH U3 IEIOMHUYECKON
MOJIOCTH B OKPY’KalOI[Ue TKaHW. Takke OTMEYECHO, YTO IICIIOMOIUTHI TIECKOXKUIIA CITOCOOHBI
darouuTHpoBaTh OocTaBlIMecs nocie Hepecra ramertsl (Ilepcununa, Yara, 1994).

ITo Bceit BUAMMOCTH, K (DaromMTo3y B TOW WM WHOW CTCIIEHH CIOCOOHBI BCE THIIBI
[eIOMONMTOB. Hamm pe3ynbTaThl TOKa3bIBaIOT, YTO AaMeOOIMTHl C BKIIOYCHHSIMH U
«BEPETEHOBU/IHBIC» aMEOOIUThI HAYMHAIOT (DAaromuTHPOBATh B IMEPBYIO OYEpEe/b, MPHUBIICKAs
OKpYyXarolue KICTKH it (popmupoBaHus arperatoB. IIpum 3TOM pacruiacTaHHBIE KIICTKH,
BEPATHO, MOTYT TiepejaBaTh (arocoMbl JAPYyrdM KIEeTKaM. MeJKue TpaHyJIOUThl IOCIe
ocyIIecTBIeHUs (aroluTo3a CIMBAIOTCA C arperaraMu, TOr/Ia KaK paciijlacCTaHHbIE KIETKH MOTYT
(GOpMHUPOBATH «KMOCTUKH» MEXKy COCETHUMHU arperaTaMu.

WuTepripeTanvito  pe3yIbTaToB  IKCIEPHUMEHTOB C  (arolUTapHOW  aKTHBHOCTBIO
IICITOMOIIMTOB B YCIOBHSX IN VItr0 OCIOKHSET HECKOIBKO (pakTopoB. Bo-mepBrIX, 4acTh KIETOK
MOJKET HE YCIeTh OCECTh U B MTOTE€ HE MOXKET OBITh OTMEUEHA Ha MOCTOSHHBIX OKPAIIEHHBIX
npemapaTax. Bo-BTOPBIX, TIpOIeCC OceqaHus U aAre3uH K MOBEPXHOCTH caM Mo cebe sBIIsIeTcs
dbopMOil HMMMYHHOTO pearMpoBaHUs, KOTOpas BeAeT K M3MEHCHHIO €CTECTBEHHOTO
(U3UOJOTHUECKOTO COCTOSTHHSI M, BEPOSTHO, IMOBEACHUS KJICTOK. MBI MpeanosaraeM, 4To 3TOT

(akTOp YACTMYHO BIMSIET HA CHEUU(UYHOCTh HEKOTOPHIX PEAKIMN KIETOK, B YaCTHOCTH, Ha
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(bepMeHTaTUBHYIO aKTUBHOCTh B KJeTKax. Ha onTuueckoM ypoBHE HCCIEIOBAHUS MOXKET OBITh
HEBO3MOXHO OIpEeAeInTh, chopMmupoBanack Ju ¢arocoMa WM KJIETOYHas MeMOpaHa
aAre3upoBajla 4acTUIy 3KMMo3aHa. lcrmonb3yemble B MOJOOHBIX SKCIEPUMEHTaX METOAMKH
OOBIYHO ONPEAEIAIOT HAIMYME aKTUBHOCTU KHUCIBIX (hocdaras B harocomax, a TaKMe OKPacKH B
HallleM CJIy4yae 4acTo JAroT HeclelU(UUHbIE pe3yIbTaThl.

Tem He MeHee, HalM JaHHbIE IIOKa3bIBAIOT, YTO HAJIMYUE CIOCOOHOCTU Kak K
aMeOOMTHOMY JBMIKEHHIO, TaK U K (arouro3y, sBIAIOTCS HMEHHO 4epTol (PyHKLIHMOHAIbHOCTH
LEeJIOMOIMTOB. B monk3y Hamuuuss QarounTapHOW aKTUBHOCTH TOBOPAT NPH>KU3HEHHBIE
HAOMIOJIEHUsT 3a KIETKaMH, a TaKXe I[POLEecC TMOATOTOBKM IIOCTOSHHBIX IpEnaparoB
HKCIEPUMEHTAJIbHBIX 00pa3loB, NpU KOTOPOM IpernapaThl HECKOJIBKO pPa3 OTMBIBAIOTCS OT
(bukcaTopa, 4yTO JOJKHO YAAJIUTh YAaCTHLIbI HHAYKTOpa, HAXOAIIMECs CHApYXU KieTok. Kpome
TOro, 00pa3oBaHue IUIOTHBIX arperaTroB, COSAMHEHHBIX JIPYT C JPYIOM pacIjacThIBAIOIIUMUCS
KJIETKaMH, MIPUBOAMT K Pa3pyIICHHUIO KJIETOK U MUTMEHTAI[MH 00pa30BaHHOIO arperara, 4ero He
IPOUCXOIUT C KJIETKaMU 0€3 UMMYHHOM WHIYKIHH.

Hakonen, HEBO3MOXXHO M30eXaTh pa3pylleHHs M IMOenu yacTh KJIETOK B Ipolecce
sKcriepuMeHTa. KOHTpONBHBIE OJKCIIEPUMEHTBI C OKpackoi #oaucteiM npomuauem (Pl)
MOKa3bIBAIOT, YTO B CPEJHEM INPHU MOMEIIEHUH Ha CTEKIO 0Opa3IoB IETOMUYECKON KUIKOCTH
N0l TOTHOMIMX KJIETOK cocTaBisier okono 7-10%. Ilpm STOM YeTKOW KOppEeJsIHuHA C
MopdoJored KIEeTOK He OTMedaeTcsd, Cpeaud NOorulIIMX KJIETOK BCTPEYaroTCs Bce
Mopdosoruueckue Tunbl. IIpu IaMTENbHBIX HAOMIONEHUSX HTOT IOKa3aTellb HECKOJIBKO
yBenuuuBaercs. OgHaKo B Clydae »SKCIEPUMEHTAIBHOM HMHAYKLUMU C TOMOIIBIO YaCTHUIL
3MMO3aHa B TEYCHHE Yaca YHCICHHOCTb MOTHMOMINX KIETOK BO3pacTaeT B cpeaneM ao 12-13%.
KoneuHo, B HEKOTOpbIX 00pa3lax CMEPTHOCTh KJIETOK MOXKET cocTaBisATh A0 50%, HO Takue
cilydad BO3MOXHBI U B KOHTPOJBHBIX oOpasuax. KaracTpoduueckoro noBblIEHHs MPOLEHTA

CMCPTHOCTHU KJICTOK IIPpU 3KCHepI/IMCHTaJIBHOI71 WHAYKOUU HMMYHHOT'O OTBE€TA Mbl HC OTMCTUJIN.

Hnxancynayus

Y A marina HUKHKAIICYJIAIHUU ITOABCPIrar0TCsA MHOPOAHBIC TCJIa KaK a6I/IOTI/I‘{eCKOI71, TaK U
OMOTHUYECKOH HpI/IpO,Z[BI: CTCKIIIHHBIC IMIApUKHU U OTPE3KU cobaubeit mepCcT COOTBCTCTBCHHO.
BwMmecte ¢ Tem CYHICCTBYIOT HOAHHBIC, YTO Y HCKOTOPBLIX BHAOB IOJIUXET — HANPUMEP, Y
Nereis diversicolor (Porchet-Hennere, Berri, 1987) — abuotnueckue (BO3MOKHO, WHEPTHBIE C
I/IMMYHOJIOFI/I‘ICCKOﬁ TOYKHN 3peHI/I$I) 00BEKTHI HE BBHI3LIBAIOT 33H.[I/ITHOI71 pCaKknuu Iipu nonagannuu
B IIEJIOMHYECKYIO TOJIOCTh uepBs. Harm maHHBIC MOKa3bIBaKOT, 4yTo y A. marina peakuus Ha
CTCKIISIHHBIC MMILIAHTAHTBI BCC JKC BBIPAXKCHA, XOTh U B MeEHbIIEH CTCIICHU, Y€M pCaKIUsd Ha
OpTraHWYECKUH UMILIAHTAaHT. MOXHO TOBOPUTH O TOM, YTO B CIIy4a€ HWHEPTHBIX (CTEKJISTHHBIX )
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UMILUTAHTAHTOB MPOIIECC HMHKAICYISUH OKa3bIBACTCS MCHEE HHTCHCUBHBIM M MPOHCXOAUT
ME/IJICHHEE 110 CpPAaBHEHHIO C WHKAICYISIIHUEH OHOTHYEeCKOoro marepuaia. TemM He MeHee,
CTCKJISTHHBIC IIAPUKU TaKXKe BOCIPHHUMAIOTCS OPTaHU3MOM YEpBsi KaK MHOPOJHBIA MaTepha,
YTO BBI3BIBACT 3AIUTHYIO PEAKIIHIO.

B mpornecc MHKANCyISIMKA Y MECKOXHIa BOBJICYCHBI IIEJIOMOIMTHI Pa3HBbIX THUIOB. MbI
npeamnonaraeM,  4To  (QYHKIMIO  pacmo3HAaBaHWUS ~ WHOPOJHOTO  Tela  BBHIOJIHSIOT
BaKyOJIM3UPOBAHHBIC PACIUIACTHIBAIONINECS aMEOOIUTHI, JIErPaHyIMPYIONIHNEe Ha IMOBEPXHOCTH
WUT u npuBiekaromue Apyrue TUOBI KIETOK. B HTOre comepkumoe Bakyosleli M OCTaTKH
pa3pyUICHHBIX KIETOK (DOPMHUPYIOT HEKJIETOUHBIM BHYTPEHHHUH CON Kamncyibl. CpemHuil croii
cOpMHUpPOBaH, B MHEPBYIO OYepelb, MEIKUMH Tpanyioiutramu. LIHypoBHIHBIC aMEOOLUTHI
00pa3yloT BHEIIHHME CJIOW Karcylsibl. BepeTeHOBUAHbIE aMeOOIMThI MOTYT TaKXe NPUHUMATh
ydactue B ((OPMHPOBAHHUHU KaICyJIbl, HO HA OCHOBAaHUH TOJIBKO MOP(OIOTHUECKUX JTAHHBIX 3TOTO
HENb3s yTBepXkaaTh. [IoMUMO HEM30EKHO MPHUCYTCTBYIOIIUX apTe(aKkToB (UKCAMH U PE3KU
MOP(OJIOTHSI IIEIIOMOIIUTOB TPETEPIICBACT U3MEHEHHUS 110 CPABHEHHIO C MUCXOIHBIM COCTOSTHHEM
B CBSI3U C HEMOCPEACTBEHHO HWHKAICYJISALUEH: KIETKH aKTUBHO MEHSIOT (HopMy, HEKOTOpBIC
JIeTPaHyJIMPYIOT, IPYTHe, HA00OPOT, HAYMHAIOT HAKAIIMBAThH TPAHYJIbI.

Has N. diversicolor mokaszano, 4to (GYHKIHIO paclio3HaBaHHs YYXKEPOJHOTO MaTepualia
BoINOJHSOT Tpanynouutsl [ tuma (Porchet-Henneré, 1990). V meckoxwuiaa OMHUCAHHUIO ITHX
KJIETOK COOTBETCTBYIOT MEJIKUE TPaHYJISIPHBIC aMEOOIIUTHI, OJJHAKO JIOCTOBEPHO OTJIMYUTh MX Ha
cpe3ax BO BHYTPEHHEM CJIO€ KalCyJbl He yHaercs. [IMrMeHTamusi Karcysibl y Hepeuca
oOecrieunBaeTcsl TpaHyIonuThl THIA I, B IUTOIIIa3Me KOTOPBIX COAEPIKHUTCS MPEIIIECTBEHHHK
denonokcuaasel (Porchet-Henneré, Vernet, 1992). Cxopee Bcero, aHaJTOTHYHBIM THIIOM KJIETOK
y TIECKOXKMIIA SIBISIFOTCS PACIUIACTHIBAIONINECS BEPETCHOBUIHBIE aMEOOIMTHI. Y 3peNbIX Kamncyil
BO3pacToM Ooyiee 6 CYTOK TpaHyJbl B HEKOTOPBHIX KIIETKAX HMEIOT XOPOIIO BBIPAKEHHYIO
KOPUYHEBYIO OKpacKy. [1o aHaIoruu ¢ JaHHBIMH JUTS HEpeuca M IpyTruX BHUIOB aHHEIH]] MOXKHO
TPENOJI0KHTh, YTO B TAKMX KIETKaxX mpoucxoauT menanusanus (Puc. 41). BriomHe BO3MOXKHO,
YTO THUTMEHTAlMs KarcCyl M KJIETOYHBIX arperaToB SIBJSIETCS OJHOM W3 CHENU(pUUSCKHX
(GYHKIMH 3TOTO TUMA KIETOK, HO B HAIIIMX JIAHHBIX YETKHX JIOKA3aTEeILCTB 3TOMY HET.

Ckopocth (OPMHPOBAHHSI KarcCyJd COINOCTaBMMAa Yy PAa3HBIX BUJAOB TMOJHXET. Y
N. diversicolor nu3uc 11eI0MOIMTOB HAa TOBEPXHOCTH MMILIAHTAHTA HAOIOAACTCS TPAKTHYCCKU
Cpa3y TOCie BBEICHHS €ro B IeloM. Yepe3 HECKONBKO YacOB HMMILUIAHTAHT OKa3bIBAeTCS
OKpY’KE€H MHOTOYHMCIICHHBIMHU KJIETKaMH, a Yepe3 CYTKH Karcya yxe copMrupoBaHa MOJHOCTHIO
(Porchet-Hennere et al.,, 1987). Iloxoxast cKoOpocTh mpolecca HaONIOAACTCS y Ipyroro
u3yueHHoro Hamu Buja — Lepidonotus squamatus (Linnaeus, 1758) u3 cemeiictBa Polynoidae
(CranoBoBa, 2014, kypcoBas pabora). ¥ A. marina pacro3HaBaHue WHOPOIHOIO Tejla U JIN3KC
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[IEJIOMOIIUTOB HA €ro IMOBEPXHOCTH TAKKe HAOII0JaeTcs B IEpBbIE Yachl, OJHAKO B CHITY
HEOJHOPOJHOCTH CTPOCHHS KamCysl Jaxe Bo3pacTa 14 CyTOK CIIOXXHO CKa3aTh, J0 KaKOTO
MOMEHTA MPOAOIKAETCS MPOLECC NPUKPEIUICHHSI K KaIlCyJle HOBBIX KJIETOK.

Ipu cpaBHeHMH cTpoeHus Kamcyn A. marina u L. squamatus MoxHO caenaTb BBIBOJ, YTO
y A.marina WHKamncyJsus BBINIINT Kak MEHee 4eTKuil mporecc. Buiaumo, ecTh CHIIBbHBIC
WHIMBUyaJIbHbIC Pa3JIMydsl B MMMYHHOH PEaKTHBHOCTH KJIETOK pa3HbIX ocobeit A. marina, 4rto
MOXHO 3aMeTHTh Ha KalCyJax OJHOro Bo3pacta. Y L.squamatus Ha BTOpblE CYTKH
MHKAIICYIISAUM Karcylna UMEeT JOCTaTOYHO YETKYI0 CTPYKTYpPY, B KOTOPOH MOXHO BBIIEIUTh TPU
cI1os1, 00pa30BaHHBIX KJIETKaMu ¢ pazHoii Mopdosorueit (Puc. 65, A). Y A. marina takoil ueTkoii
CTPYKTYpHl HE HaONomaeTcs W Ha Ooiee MO3AHUX Cpokax. Kpome TOro, KIETKH €O CXOXKEH
MopQosorueii y Necko)xuia BCTpeyaroTcs Kak B paHHUX, TaK U B OoJiee MO3IHUX CJ0SX KarcyJibl.
KieTkn moBepXHOCTHOTO C€JI0s1 KAICyJIbl OCTAKOTCS MOJBMKHBIMU B T€UEHHE HPOJOIKUTEIBHOTO
BpeMeHH — 8-12 cytok. MOXXHO NpennoioXuTh, YTO 3TO CBA3aHO C pa3MepaMu 4YepBs. Y
L. squamatus cBoOomHasi LeTOMHYECKass TOJOCTh HMMEET HEOOJBIIOW O0BEM, W KOJIHMYECTBO
cBOOO/IHBIX KJIETOK y HEro Ha HECKOJbKO IMOPSAKOB MeHblle, ueM y A. marina. Ilostomy
OKa3aBIIUecs B MOJOCTH MHOPOJHBIE TeNla, C OJHOM CTOPOHBI, OCTAIOTCS B OJHOM MECTE, a C
JPYTOil CTOPOHBI, MOJBEPraroTCs BO3ACHCTBHIO HE OYEHb OOJIBIIOrO yucia KiIeToK. [Tostomy
UHKATICYJIsust uaeT 3¢GEeKTUBHO, HO He 04eHb ObICTpo. Y A. marina Oosbiias mojiocTh Tea, U B
TOpPAKAJTbHOW YacTH OTCTYTCTBYIOT IMCCETTMMEHTHI, YTO IMO3BOJISIET MEIOMHYECKON JKUIKOCTH
cBOOOAHO mepeMmemuBarbes. [1o3ToMy oOkazaBmIMecs B I€JIOME HHOPOJHBIE Tela JBUTalTCA
BMECTE C JKHJIKOCTBIO M BCE BPEMS OKa3bIBAIOTCS MOJ] BO3JEHCTBUEM MHOTHX KJIETOK. Bo3MoXxHO,
MOATOMY Karcyja TIIOCTOSIHHO OKpY)KaeTcs HOBBIMH TOJIBH)KHBIMH KIIETKAMH M JIOITO HE
MPUOOPETAET IIOTHOM CTPYKTYPBHI.

Ha »1eKTpOoHHO-MHKpPOCKOIIMUECKOM YpOBHE Kamcyibl L.squamatus wumeror Oosee
IUIOTHYIO CTPYKTYPY, KJIETKU B CPETHEM CJIO€ TECHO MEepEeIuIeTaroTcs MexX Ity co0oi, a mociaeHue
CJIOM KJIETOK y TOBEPXHOCTH KalCyJbl IOCTENEHHO MPUOOPETAIOT YePThl SMHUTEIU3HPOBAHHBIX
wietok (Puc. 65, B, I'). Y A. marina He HaGmomaercst HUUero noxoxero. Harmpotus, y atoro Buma
KJIETKHA pa3HbIX THUIIOB Kak OyATO OecrnopsiouHO pa30pocaHbl MO Pa3HBIM CJIOSAM Kalcylbl, a y
NIOBEPXHOCTH KallCyJbl THPOUCXOMUT TIOCTOSIHHOE Tiepe/BrkeHne amebouutroB (Puc. 42).
Bo3MoxHO, Tporiecc HWHKANCYJIALMH aKTHBHO TIPOJOJDKAETCS JIO MOMEHTa BBIBEIICHHS

HHOPOJHBIX TCJI U3 OpraHu3Ma WM KC UX IMMOJTHOT'O pa3pylICHUS.
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Ceazvleanue 1unonoaucaxapuoa

Jlunononucaxapuapl (LPS) — XxapakTepHblli KOMIIOHEHT KJICTOYHOH CTeHKH [pam-
orpurnarenbubix Oaktepuii (Mayer et al., 1985). Boimenennsie u ouniinenusie LPS axTuBHO
UCTIONIB3YIOTCSl B SKCIIEPUMEHTAIbHOW MMMYHOJIOTUM B KaueCTBE aHTUTE€HA, CTUMYJIUPYIOIIETO
aHTHOAKTepUAIbHBI HMMMYHHBIH OTBeT. B 4YacTHOCTH. SKCIEpHUMEHTAJbHAS WHIYKLIUS
BOCTajieHuss ¢ momompblo LPS wucnonmp3oBamack Tpu  W3yYeHWH HMMMYHHBIX —CHCTEM
0ecIt03BOHOYHBIX KUBOTHBIX: Hriiokokux (Nair et al., 2005; Dong et al., 2014), mout0cKOB
(Conte, Ottaviani, 1995; Sullivan, 2011), nusBok (de Eguileor et al., 2000) u npyrux.

Ces3piBanne Mmosekyn LPS memOpanamu KJIETOK TOBOPHT O HaJWYMKM HA HHX
OTIPENIEJICHHBIX  MATTePH-PACIIO3HAIOIINX  PELENTOPOB,  OOECHECUMBAIOMIMX  y3HABaHHE
yyxepogHoro marepuana. CoriacHo HallUM pe3yjbTaTaM, B MOMYJISALUU LEIOMOLUTOB A.
marina pacrmo3HaBaHue M cBsizbiBaHHe LPS ocymiecTBisitorT onpepeneHHbIE THUIBI KIETOK:
BaKyOJHM3UPOBAHHBIE M BEPETCHOBUAHBIE aMeOOIUTHL. Takas CcrnenupuUHOCTh PEAKIUU
MO3BOJISICT MpPEAINOJaraTh, YTO Pa3HbIe THIIBI IEIOMOLUTOB A. Marina MMerT pas3Hblid HabOp
MEMOpaHHBIX  PELENTOpPOB, 4YTO TOBOPUT O MNPUHLUMIHAIBHOM  pa3MdMM B  HX
¢ynknuonansHocTu. B Oonee pannmx umccnenosanusix (Fitzerald, Rattcliff, 1983) ormeueno
muddepenipoBaHHOE pearnpoBaHue cyonomysui neomouutoB A. marina ua I'pam+ u ['pam-
OakTepun. ABTOpBI OTMEYalM, YTO KIJIETKH, COOTBETCTBYIOIIME B HAIIeM OIMCAHHUU
pacIIaCcTHIBAOIIUMCS BaKyOJIH3UPOBAHHBIM IIEJIOMOIINTAaM, aKTHBHee (aronutupyor [pam-
OaKTepHH, 4TO COIIACYETCs C HAIIMMU SKCIIEPUMEHTaMH.

Crnenyer, OlHAaKO, OTMETHTh, YTO IIOJyYE€HHBIE HAaMH C TOMOMIbIO KOH(OKAIHHOMH
MHUKPOCKOIIUN JJaHHbIE MOTYT OBITh HE COBCEM OOBEKTHUBHBI I LEIOMOIMTOB IECKOXKHUIIA,
0COOEHHO TeX, KOTOpbIE MMEIOT B IUTOIUIA3ME BKJIFOUEHUS, XapaKTepHa JOCTATOYHO CHIIbHAsS
aBTO(MIIOOPECLIEHIS B 3€JI€HOM crieKTpe. UTOObI CHU3UTh BO3MOXKHOE BJIMSIHUE 3TOr0 (akTopa,
MBbl HACTPauWBaJIM MapaMeTphbl Jla3epa OTHOCUTEIHHO HEOKPALIEHHBIX KIIETOK, CHHUXas YPOBEHb
¢oHOBOTO TIyMa 10 TMapaMerpa, NpPU KOTOPOM HATHUBHBIE KJIETKH HE BBIJABAIIU
¢dnyopectienTHOro  curHaya. [lomyuennsie wmmoctparuu  (Puc.  43-45)  mokasbiBaroT
crneur(UYHOe OKpalllMBaHHE IPH HU3KOW HHTEHCHUBHOCTH M SPKOCTH CBEUEHHUS Jlazepa HU
BBICOKOM 3HadeHWH (QoHOBOro myma. Tem He MeHee, s TOJHOW YBEPEHHOCTH B
cnenuuIHOCTH CBs3bIBaHUS LPS HeoOXommumbl MOMOMHUTENBHBIE TOATBEPIKICHHUS HAIINX

pe3yJIbTaToB.

B paHHUX uCCIEIOBaHHUSIX OTMEUAIM TEPEXOJ ICIIOMOIIMTOB TECKOXKHUIa W3 OJIHOU
dbopmbI B Ipyryro npu u3MeHeHnn pusnooruueckoro craryca (Faure-Fremiet, 1925). Cornacao
9THM JAHHBIM, TIPU UHIYKIUHU (HarouTo3a BEPETCHOBHUIHbIC IEJIOMOIIMTHI MOTYT MEPEXOJAUTh B
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OKpyriaylo (opMy M pacmiacTeiBarbcs Ha cyOctpare. IIpu 3TOM HX HIHMTOCKENET YaCTHYHO
paspymiaercsi, a B IIUTOIUIa3Me MOSIBISIOTCS rpanyJibl. [lepcuanna u coasropsl (1998) mposenn
CHELMANTbHOE MCCIIEJOBAHUE IIMTOCKENETa BEPETEHOBHUHBIX KJIETOK M CIENald BBIBOA, 4YTO B
9THX KJIETKaX B 0co0oi ¢opme 3amacaercss (pUOPHUIUIAPHBIN aKTHH, YTO MOXKET 0OecreyuBaTh
ObICTpBIE MEPECTPOMKHM LUTOCKENeTa U Iepexoa K ameboupHomy jBwkeHuto. [lo Bceit
BUJUMOCTH, UMEHHO MO 3TOI NpPUYMHE Ha MOCTOSHHBIX IMpernaparax OCEBIIUX LEIOMOIUTOB
OTJINYUTH KPYITHBIC BEPETCHOBH/IHBIC KIIETKH C OTPOCTKAMH («IIHYPOBHIHBICY) YIACTCS PEAKO.
Bo3MokHOCTE OBICTpOro mepexojia IEJIOMOLMTOB U3 OAHOM (OpMBI B JIPYrylo
OTpakaeTcs Takke Ha MH(OPMATHUBHOCTH TMCTOJOTHYECKUX OKpammBaHuil. Tak, GOJIBIIMHCTBO
Kpacutened pearupyeT Ha PH 1uToruiasmel u Bakyosied B kierkax. Cyas 1o Hamuim
HaOJIOEHUSAM, 3TOT IIOKa3aTelb B KJIETKAX IE€CKOXKWJIA, OCOOEHHO B YCJIOBHUSX 3aIllUTHOU
PEAKIMU, MOKET MEHSThCS JOCTATOYHO OBICTPO, B PE3yJIbTaTe€ YEro HMCHOJIb30BAHUE OJHOTO U
TOT'O K€ METO0JIa OKPACKM MOXET J1aBaTh IMPUHLMIINAIBHO Pa3HbIE PE3YJIbTAThl, YTO OCIIOKHSET

CpPaBHCHHEC KOHTPOJIBHBIX U SKCIICPUMCHTAJIbHBIX 06pa3u013.

O060011as MoTy4YeHHbIE HAMH JIaHHBIE 110 MOP(HOJIOTHH LIETOMOIMTOB, UX TOBEIECHUIO U
YYaCTHIO B KJIETOUHBIX 3allUTHBIX PEKLUSX, a TaKXKe JIaHHbIE JIUTEPATYpPHBIX HCTOYHUKOB,
MOYXHO BBIJICTUTH cieayomue MOp¢o(yHKIUOHAIbHbIE TUIIBI IIEJIOMOIIMTOB: FOBEHUJIBHBIC,
MeNIKHe aMeOOIuThl (TPaHyJOLMTHI) C TICEBAONOAMSIMHU, ITHYPOBUIAHBIE aMEOOIUTHI,
pacriacThIBalOIINECs BEPETEHOBHIHbIE aMeOOIUTHI, PACTIIIACTHIBAIOIINECS BAKYOIM3UPOBAHHBIE

aMC6OI_II/ITBI OprFJIOﬁ (I)OpMBI. Ilocnennue nBa THUIA HE ObLIH paHEC OIMMUCAHBI.

Bo3moxHas cxemMa UTOT€HETUYECKHX B3aMMOCBSI3U KIETOYHBIX THIIOB, OCHOBaHHAs Ha
Mopdoornueckux U (pyHKIIMOHAIBHBIX MPU3HAKAX, MTPEJICTABICHA HA PHCYHKE 66, OJJHAKO ATOT

BONPOC TpeOyeT AaabHEeHIIero n3y4eHus.

5.3.AHanu3 TpaHcKpunToMa nejomouuToB Arenicola marina

Nmeromasics  MoliekyJisipHO-TeHeTHdYeckass HH(pOpManuss o NpPeACTaBUTENSAX TIPYIIbI
aHHenu1 oOpbIBoYHA. Cpeau Bcero pazHooOpa3us BUIOB TOJIBKO JIBA MPEACTABUTENS TPYIIIBI —
nonuxeta Capitella capitata u nusska Helobdella robusta — cranu o6bekTamMu MOJTHOTEHOMHBIX
uccienoBaHui. [[st HEKOTOPHIX BUAOB JIOMOPULIA] OBLIIM OTCEKBEHHMPOBAHBI TPAHCKPHUIITOMBI,
JIOCTYIIHBbIE B MyOJUYHBIX 0a3zax AaHHbBIX. OJHAKO MOIBITKM OTCEKBEHHUPOBATh TPAHCKPHUIITOM
KOHKPETHO MOIMYJISAIUK LEJIOMOLUTOB Ha MPEICTAaBUTEISIX aHHEIHJ He MpeIIpUHUMAIUCH.
TpaHCKPUIITOMBI, TIOJYYE€HHBIC ISl APYTUX TKaHEH, OOBIYHO OKA3bIBAIOTCS HEMH(OPMATHBHEI C

TOYKH 3peHUs HAEHTU(UKALIUA HMMYHHO-AaCOOLIMUPOBAHHBIX T'€HOB, IOCKOJBKY YpPOBEHb
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AKCIIPECCUU TaKMX I'€HOB B HECIIELIMAIN3UPOBAHHBIX TKAHAX, KaK MpaBUIIO, HU30K. B aTOM cBere
IPEJICTABISIETCS] BAXKHBIM HAJIMYME TPAHCKPUIITOMA LIEJIOMOIMTOB MECKOXKMIA KaK MOJEIbHOIO
00BEKTA N3yUYEHHUs] IMMYHHBIX CUCTEM aHHENIU.

Ananu3 cOOpKHM TpaHCKpUNTOMa MO3BOJSIET CUUTATh, YTO 3Ta COOpKAa OCHOBaHA Ha
riiyookom urenun PHK myna nemomomuroB u siBisiercss mOApOOHOW M MH(POPMATUBHOM
BBIOOpKOWM  3KCHpeccupyeMblX B Iesomouutax reHoB. [loaroroBnennass Hamu 0Oasa
AHHOTHPOBAHHBIX OEJIKOBBIX IOCIIEI0BATEIbHOCTEH NpeACTaBiIsieT HEOOXOOUMbIN (hyHIaMEHT
JUIS. TOYEYHOT'O MTOMCKA M U3YyUEHHsI KOHKPETHBIX OEJIKOB, UX CTPYKTYPhl U ()YHKIIMOHAIBHOCTH,
a TaKKe I NPOBEICHMS CPaBHUTEIBHBIX AaHAJINW30B C IIOCJIEIOBATEIBHOCTSIMHU JPYIHX
OpraHU3MOB.

Ananu3 cOOpPKM TpPaHCKpUITOMAa IIOKA3bIBACT, YTO MECKOXKWII HMEET CJIO0XKHYIO
MOJIEKYJISIPHYI0O OCHOBY MMMYHHOI'O PEAarupoBaHUs, NPEICTABICHHYI KaK KOHCEPBaTHBHBIMU,
TaK U OBICTPO ABOJIOIMOHUPYIOIIUMHE TPyIaMu reHoB. HeKoTopbie 4epThl U3 MpeICTaBICHHBIX
B TPAHCKPUIITOME XapaKTEpHbI ISl IPYTUX IMpeacTaBUTeNed JO0(POTPOXO30MHBIX >KMUBOTHBIX,
OJIHAKO B TPAHCKPUNTOME LIEJIOMOLIUTOB IE€CKOXKWIA HAOJIIOAAETCS BBIPAKEHHAs TaKCOH-
CrenupUIHOCTb.

Hamm pesynpraTtsl npeanonarator, yTo AmTEP BbINOMHAIOT ABOWHYIO 3BOJIIOIMOHHO
KOHCEPBATUBHYIO (DYHKIIHMIO KaK MHICHOUTOpHI MpOTea3 U ONCOHMHBI. BMecre ¢ peuentopamu
komiuieMenTa AmMCRL, AmMTEP MoryT yyacTBoBaTh B MMMYHHOM OTBETE U€pe3 CUCTEMY IIPOTO-
KOMILIEMEHTa. B TpaHCKpunTomMe IenmoMonuToB obnapyken nHabop Toll-like pemenropos,
NOTEHLMAIBHO YYacTBYIOIIUX B 3BOJIOLMOHHO KOHCEPBAaTUBHOM CUTHAJIBHOM KacKajle 4depes
MyD88. Takxe Bo3moxxubl MyD88-He3aBrUCHMBIE ITyTH CUTHAJIMHTA.

Mgb1  oOHapyxkunu ©Oomnee 75 O€nIKOB, TPEANOJIOXKUTEIBHO JEUCTBYIOIMIMX KAk
nonuMmopdueie nekTuH-noaooHble PRR. D10 pa3sHooOpasne MOXKHO OOBACHUTH PE3yIbTaTOM
paboThl Tpex MexaHM3MoOB. 1) nymiMkanuei B TeHOME, 2) OSKCIIaHCHEeH WH3-32 BBICOKOM
AKTHBHOCTH TPAHCIO30HOB M CBS3aHHBIX C PETPOBHPYCAMH MOOWIIBHBIX JJIEMEHTOB U 3)
WHAMBUAYAIbHBIM TOoauMOpdu3MOM. buonornyeckoe 3HauY€HHE HOBBIX HOJUMOPQHBIX
MynbTUTeHHBIX Tpynn Mosiekyl AmCTLDCr u AmGal-BDC, kotopsie Obut 0OHapy’>KeHBI B
HAaIlleM HUCCIIEI0BAHUH, EIE IPEJCTOUT YCTAHOBUTH IKCIIEPUMEHTaIbHO. Ha HacTOAMIT MOMEHT
JUI aHHENHMJ He ObuIM omucaHbl (QyHKUIMOHanNbHble PRR Ha MOBEpXHOCTH LEIOMOLMTOB, H
6enku rpynn AmCTLDCr 1 AmGal-BDC moryT ObITh KaHauaatamu Ha 3Ty poiib. C apyroi
CTOpPOHBI, MbI OTMeYaeM orpaHuueHHblii penepryap JektuHoB ClgqDC wu FreDC B
TpaHckpunrome A. Marina, XoTs 3TWU TpyHmbl MOTUMOP(GHBIX JEKTHHOBBIX PRR mmpoko

npejcTaBieHsl y apyrux Lophotrochozoa.
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Jlpyroii 0COOEHHOCTHIO TPAHCKPHUIITOMA MECKOXKWIIA SBJSIETCS OTPAaHUYEHHBIA apceHal
nopooOpasyromux 0enkoB y A. marina mo cpaBHCHHIO C IPYTMMHU BHIaMH OECIIO3BOHOYHBIX. B
TPAHCKPHUIITOME OTCYTCTBYIOT nepdopunsl, coaepxkamue MACPF- u asponusun-gomensl. st
CpPaBHEHHMSI, y MOJUTIOCKOB IIMPOKO TMpeACTaBlIeHbl MepPOpPHUHBI 000MX CEMEHCTB. DKcIpeccus
AmTOLIP-DC u AmpSAP (Puc. 54 A, b) B 11enoMOLIMTaX OTHOCUTEIBHO BBICOKA, YTO MOXKET
OOBSACHATH OTCYTCTBUE 00Jiee «KJIACCHUYECKUX» IMOPO(GOPMUPYIOMIKUX MOJIEKYd. MBI Takxke
OTMEUAeM pa3jinuus B pernepTyape aHTUMUKPOOHBIX MENTUAOB Yy TMECKOXKWIa U JOXKIEBBIX
yepBeld Eisenia: atu mentuabl crieruUYHbI Ui TAKCOHOB W HE MEpeKpbIBatoTcs. boiee Toro,
penepryap AMP, mo-BuanMOMY, pa3iuyeH Yy MpeCTaBUTENCH OTU3KOPOJICTBEHHBIX CEMEWCTB
nonuxer, Nereididae u Arenicolidae. Takoe pa3HooOpa3ue BHYTpPH OJIHOI TIpyHIbl MOXHO
OOBSCHUTH OBICTPOIl 3BONIOIMEl T€HOB HMMMYHHTETa IOJ BO3ACHCTBUEM OHMOTOMMYECKHX
3¢ heKToB.

Mpl onmcanu pernepryap KOHCEpBAaTHBHBIX OEJIKOB, METaOOIM3UPYIOUINX AKTUBHBIC
dopmer kuciopona (ROS) u okcuna azora (NO), koTopbie BBIpaOATHIBAIOTCS IeOMOIMTaMu A.
marina uis OCYHIECTBJICHHS KJICTOYHO-OMOCPEIOBAHHONW IIMTOTOKCUYHOCTH B OTHOIICHUH
naroreHoB. [Ipu sTtom ¢eHonokcunasnas (PO) akTUBHOCTH B LIEIOMOIIMTaX OCYIECTBISIETCS
TOJIbKO JIAKKAa30#, BBISBJICHHWE KOTOPOW TpeOyeT BBICOKOW crenupuuHOCTH cyOcTpaTta, 4TO
OOBSICHSIET HEyJauHble MOMbBITKA I0Ka3aTh (PEHOJIOKCHJIA3HYI0 AaKTHUBHOCTh Y MECKOXKHIIA

OMOXUMHUYECKUMHU METOAdaMU.

5.4. TIpoTreacoMHbIii KoMILIEKC HeaoMouToB Arenicola marina

[IpoTeacoMHbIil KOMIUIEKC HUIpaeT KIIOYEBYIO pOJIb B HOJAEP)KaHUM OEIKOBOTrO
roMeocTa3a B KJIETKaX DJYKAapuoT. Y MIEKONMUTAIOMNX BBIJECIEHBl CIEHUAIN3UPOBAHHBIE
UMMYHHBIE CYOBEIMHUIBI IPOTEACOM, XapAKTEPHBIE IS BBIMOIHSAIONIMX KMMYHHYIO (DYHKIIHIO
KJIETOK. Y 0€CI03BOHOUYHBIX KUBOTHBIX COCTAB MPOTEACOM U MX y4acTHE B UMMYHHOM OTBETE B
HPUHIMIE [JI0X0 U3YYEHBI.

B pamkax Hamero wuccileoBaHMsS BIIEPBbIE H3Y4YEH IPOTEACOMHBI KOMIUIEKC
LIEJIOMOIIUTOB BHJA MOPCKHUX aHHEIWJ B HOPME W MpPU Pa3BUTUU HKCIEPUMEHTAJIbHOU
MMMYHHOHN peakuuu. XapakTepHOH 0COOEHHOCTHIO MPOTEACOM IIEJIOMOLIUTOB 0Ka3ajloCh HU3KOE
cojepxkaHue (GopMmbl 26S 1O CpaBHEHHIO CO CTaHJAPTHBIM NATTEPHOM IPOTEACOM KIIETOK
MJIEKOIIUTAIOLINX C mpeBajupyoueil popmoit 26S u nporeacomoii 20S B KOMILIEKCE C IPYTUMHU
aktuBaropamu PA (Puc. 59, I', nopoxka M). DT0O CBHUIECTEIHLCTBYET O TOM, YTO B COCTOSIHUU
(U3U0IOrMUECKON HOPMBI IIPOTEACOMHAs CHCTEMa LIEJIOMOLIUTOB MECKOKUIIA CIIELIUATU3UPYETCS

MNPEUMYIIECCTBEHHO HA TUAPOJIN3C HCY6I/IKBI/ITI/IHI/IpOBaHHHX OEJIKOB.
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[TonyueHHble pe3ynbTaThl CBUIACTENBCTBYIOT O HEOJMHAKOBOM 3allUTHOM pEeaKLUu
LIEJIOMOIIUTOB TECKOXKMJIA Ha pa3Hble BUABl CTpeccoBOro BozaeWcTBusa. Cnalwlif cTpecc
(BBenenue FWS) BbI3bIBaeT HE3HAUUTEIIbHYIO HHIYKIIMIO IIATICPOHOB U CyOBEIUHUIL TPOTEACOM,
IpU 3TOM IPOTEACOMHAs aKTUBHOCTb MOXKET He MeHsATbcs. MHpuuuposanue (BBenenue JIIIC)
NPUBOJUT K CYIIECTBEHHO OoJjiee BBIPAKCHHOM WHAYKIUHM IIaNepoHOB U cyowveamnun 20S
[IPOTEacOM B LIEJIOMOLUTAaX. DJIUMHUHALMS PEryIsTopHOH cyObeauHunbl Rpté B ycroBusx
CHJIBHOTO CTpecca YyKa3blBaeT Ha CIBUI INPOTEOJUTHYECKOW AaKTUBHOCTU C CHUCTeMbl 26S
nporeacoM Ha cuctemy 20S mporeacoM. MHpuuupoBaHue NpuBOIUT K MOJHOW JAUCCOLUALMU
BBICOKOMOJIEKYJIApHBIX peryisitopoB PA700 u PA200, 4To compoBOXIaeTcs yBEIHMYCHHEM
noaBwkHOCTH mpoteacom 20S B reme mpu anmektpodopese (Puc. 59, I', mopoxka 3).
@DyHKUMOHANBHBIM CABUI IPOTEACOMHOM CHUCTEMbl LIEJIOMOLIUTOB IPU CHIBHOM CTpecce
OPUBOAUT K TMpoTeonau3y B «uucThix» 20S mnporeacoMax U XOpOIIO COIJIacyercst ¢
OpPEJCTAaBICHUAMU O TOM, UYTO HMEHHO KopoBas ¢opma 20S OCyIIECTBISET TUIPOIU3
JI€HATYPUPOBAHHBIX, MTOBPEXKIECHHBIX U OKUCJIEHHBIX OEJIKOB MpPH CTpeccax pa3HOMl MpUPOIBI Y
MHOTOKJICTOYHBIX kUBOTHBIX (Livnat-Levanon et al., 2014).

CKOpoCTh KaueCTBEHHOI'O M3MEHEHUS IPOTEACOMHOI0 KOMILJIEKCA B T€UYEHUE UMMYHHOMU
peakuuu (Yac IIOCJI€ HWHBEKLUH), BEPOSITHO, CBUAECTEILCTBYET O TOM, 4YTO H3MEHEHHE
MIPOTEACOMHOT0 KOMIUIEKCA HE CBSI3aHO C CHMHTE30M HOBBIX OEJIKOB, a 00ECIeunBaeTCs 3a CUeT
MOCT-TPAHCISIUOHHBIX MEPECTPOEK KOMIUIEKCAa, YTO TpeOyeT Hajduuus aKTHUBHOW CHCTEMbI
pEryJIsiUK COCTaBa MPOTEACOM.

OOHapy:keHHbIe B 0a3e TPAaHCKPUITOMA LIEJIOMOIUTOB IOCIIEI0BATEIILHOCTH, C BBICOKOM
BEPOSITHOCTBIO CBSI3aHHBIE C NMMPOTEACOMHBIM KOMILIEKCOM, MPEACTaBIeHbl 43 HANMEHOBAHUSMH.
[ToMrMO OCHOBHBIX CYOBEAMHUIl KOPOBOW MpOTeacoMbl U cyObeanHull aktuBatopoB PA200 u
PA700 B TpaHCKpUNTOME OOHApyXKMBAIOTCS MOCJIEIOBATEIBHOCTH, OTHOCALIMECS K CHUCTEME
PETYJISLIMUA TPOTEACOMHBIX KOMILUIEKCOB. DUIOreHETHUECKOE CPAaBHEHHE OCIIE0BATEILHOCTEN
KOPOBBIX CYyOBeIMHHUII TpoTeacoM A. Marina u Ipyrux BHIOB XHBOTHBIX J1aeT WH()OPMATUBHBIN
pe3yibTaT naxke Ha HeOONbIIONW BEIOOpKE. MakcuManbHasi CXOKECTh MOCIE0BATEIBHOCTEH O 1
B cyObeauHuIl MpOTeacoM MECKOXKHWJIa HAOMIOJAeTcss ¢ TAaKOBBIMU IpEICTaBUTENIeH ApYrux
IpyNIl MEPBUYHOPOTHIX >KUBOTHBIX. [IpencTaBUTENN BTOPUYHOPOTHIX TAKXKE OOBEIUHSAIOTCS B
KJ1aay. DTO FTOBOPUT O BBICOKOM KOHCEPBAaTUBHOCTHU JaHHBIX I1OCJIEOBATEIbHOCTEN.

Hannune Ha MOCTpOEHHBIX AEPEBbSIX MOJIUTOMHUM (HEpa3pelIeHHbIX (UIOreHETUYECKUX
OTHOILIEHUH) OOBICHAETCS, C OAHOM CTOPOHBI, HEJOCTATOYHOCTBIO BBIOOPKH, C JPyrol —

BBICOKOM KOHCCPBATHUBHOCTLIO UCITIOJIB3YCMbBIX JJISI aHAJIN3a HOCHGHOB&TCHBHOCTQI\/‘I.
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B cuiny cBoeif KOHCEPBATMBHOCTU IPOTEACOMBI SBISIOTCS YAOOHOW MOJENBIO IS
0TpabOTKM OHMOXMMHYCCKHX METOAOB PAa0OThI C KJICTKAMH HEMOJCIBHBIX OpraHu3moB. [lpu
UCTIOJIB30BaHUM OTPaOOTaHHBIX IS MIICKOITUTAIOIINX METOIUK Ha 0€CTIO3BOHOYHBIX JKUBOTHBIX
BEJIMKA BEPOSTHOCTh HECTEUU(PUUCCKUX PpEaKIUil, HalpuMep, MPH OKPAcKe aHTUTCIaMH.
Bbicokasi cTerneHb HMICHTHMYHOCTH IEPBUYHBIX IOCICIOBATEIBHOCTEH MPOTEACOM Yy Pa3HbBIX
JKHBOTHBIX TI03BOJIIET TOJATBEPANTH CTEMEHb JIOCTOBEPHOCTH HCIOIB3yeMbIX METOH0B. Tak,
KOHTPOJIb UMMYHOLIMTOXHMHUYECKOTO OKPALTMBAHUS C HCIIOJIL30BAHUEM MOJIEKYJISIPHBIX JaHHBIX
MO3BOJISIET TOBOPHUTH 00 ONpEICICHHON CTENEeHW TOYHOCTH pPe3ysbTaToB. ICHTUYHOCTH
(identity) nepBuuHO#M CTPYKTYpbl KOPOBBIX cyObeauHuUI] mpoTeacom A. marina u Mus musculus
BapbUpyeT B npesenax 73-84%, nmpu 3tom 3HaueHue cxoxectu (Similarity) y otaensHbIx 6enkoB
nocturaet 98%. DTo MO3BOISIET MPEANOI0KHUTh, YTO OKpAcKa KJIETOK MECKOXKUIIA MBIITHHBIMH
aHTHUTEIaMU OYJeT J1aBaTh OTHOCHUTEIILHO JIOCTOBEpHBIM pe3ynbTar. [lomoOHOe coueTaHHe

MOJIXO/IOB HEOOXOUMO TIPU pabOTe C HEMOIEIBHBIMU O0OHEKTaAMH.
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6. 3AKJIKOUEHUE

N3yueHne LETOMOLMTOB — KIIIOUEBOTO KOMIIOHEHTAa MMMYHHBIX CHUCTEM KOJbYaThIX
yepBeld — B IIEJIOM BEJIOCh HemoclienoBarenbHo. HecMoTps Ha KiroueBoe (PHIIOTeHETHYEeCKOe
MOJIOKEHUE UM HECOMHEHHYIO JKOJOTMYECKYH0 3HAYMMOCTH 3TOM TPYyMIIbI, TOJBKO HECKOJIBKO
BHUJIOB aHHENHJ H3Y4YEHO C TOYKH 3pEHUS MOPQOJOTHH W (YyHKIMOHHPOBAHUS HMMYHHBIX
kJeTok. OTCYyTCTBHE YHHMBEPCATbHON KIACCHU(PUKAIUU M OOIIEHPUHATOTO TMOAX0a K U3yUYEHUIO
cBsi3u Mopdosiorn B (YHKIHI IIEJIOMOIIMTOB HE MO3BOJISIET JIeJaTh CPABHUTEIHHBIX BHIBOJIOB
Ha OCHOBaHWH MMEIOIIEHCS Ha JAHHBI MOMEHT UH(OPMAIIUH.

[IpencraBurenn MoOpCKHX aHHEMHA (MOJIMXET) SIBISIOTCS IMOTEHIMAIBHO YAOOHBIMHU
0o0BeKTaMU ISl U3YYCHHs aJalTUBHBIX BO3MOXKHOCTEH «IPOCTHIX» UMMYHHBIX CHUCTEM, B TOM
YUCJIE HA MOJIEKYJIIPHOM YPOBHE.

B namei pabote MBI MCCIEAOBAIM IEJIOMOILUTH PACIPOCTPAHEHHOTO BHJIa aHHEIU —
Arenicola marina, mopckoro neckoxwuia. Ha oCHOBaHHH COOCTBEHHBIX JaHHBIX, 000OIIEHHBIX C
JUTEPATypPHBIMU, MBI MPOBEIN PEBU3UI0 KIACCU(PUKALUU ITHX KIETOK MO MOP(HOIOTHUYECKUM
npu3HaKaMm. Pe3ynbTaThl SKCIEPUMEHTAIBHBIX UCCIIEA0BAHNN MO3BOJIMIIM HAM YaCTUYHO CBS3aTh
MOP(OJIOTHIO THUIIOB LIETIOMOIIMTOB C UX POJIBIO B 3AIIUTHBIX PEAKIIUAX PA3HOTO Xapakrepa. Tak,
pacruiacThIBarOIIMECs  aMeOOLMTHI  pa3HBIX  (OpPM  BBIMOJIHSAIOT B TIEPBYK  OYepellb
PAcIo3HAMIIYI0 M CUTHAIbHYIO (YHKIHMH. MeEJNKUe TpPaHYJIOUHMTHl MU SBJISIOTCS KIETKAMHM-
s dexkTopaMu, OCYIIECTBIAIOMUMU (ParonuTo3 u UHKANCyssuio. [IHypoBuaHbIE aMEOOIUTHI,
0 BCEd BUAMMOCTH, 3aHUMAIOT MPOMEXKYTOYHOE TMOJIOKEHHE C TOYKH 3PEHHUS
(GYHKIIMOHAJIBHOCTH.

[Tonyuenne mOOBIX MOJEKYJSIPHO-TEHETHYECKUX JAHHBIX O IIEJIOMOIMTAaX aHHEIW] Ha
JJAHHBI MOMEHT OCTAETCs AKTYaJbHBIM B CBSI3M C HU3KOW CTEIEHBIO U3YYEHHOCTHU T'PYNIBI B
uenoM. IlonydeHHBII HaMHM TPAHCKPUIITOM IIEJOMOLIMTOB IO3BOJIUT OLICHUBATH Y4YacTHE
OTJIENbHBIX OEJIKOB, JKCIPECCHPYEMBIX B pa3HBIX THIIAX IICJIOMOIIMTOB, B OpTaHMU3AIUU
MMMYHHOTO oOTBeTa. Hamn mnepBUYHBIN aHalIW3 3HAYUTEIBHO PACHIMPSET MPEACTABICHUS O
COCTaBE MOJIEKYJISIPHBIX ()aKTOPOB UMMYHHTETA Y MOPCKHUX aHHenuA. OnmucaHHbIA HaMH HaOop
OCJIKOB, TOTEHIMAIBHO 3aJCHCTBOBAHHBIX B CHCTEMHOM HMMMYHHOM OTBETE, SIBJISETCS
HeoOXoauMoM 0a30i s TaTbHEUINX (YHKIIMOHATIBHBIX U CPABHUTEIBHBIX UCCIICIOBAHUH.

[TokazanHoe HamMu OTIAWYME (DYHKIIMOHMPOBAHUS MPOTEACOMHOTO  KOMIUIEKCa
LEJIOMOLIUTOB OT TAKOBOI'O KJIETOK MJIEKONMTAIOLIUX SIBJIAETCS MHTEPECHBIM IMOATBEPKIACHUEM
TOMY, 4YTO TIPOLECCHl aJaNTalid K CTPECCYy Ha MOJIEKYJISIPHOM YPOBHE Y MOPCKHUX

0eCr03BOHOYHBIX MOT'YT B KOPHC OTIIMYATHECA OT TAKOBBIX Y ITIO3BOHOYHBIX JKUBOTHBIX.
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CpaBHEHHE pa3HBIX BHJOB aHHENWJ C TOYKHM 3pPEHHS COCTaBa W (YHKIHMOHHPOBAHUS
MMMYHHBIX CHUCTEM Ha JAaHHBIH MOMEHT OCTAe€TCsl HEBO3MOXKHBIM Ja)K€ B IpejAesiaX OJHOTO
cemeicTBa. 9TO 00yCIIOBICHO KaK B II€JIOM HEIOCTATOYHON M3y4YE€HHOCTBIO TPYIIIbI, TaK U, TaK U
00BEKTUBHON MOP(]OIOTHUECKONH TeTEePOTeHHOCTHIO LEIOMOIIMTOB Pa3HBIX MpEICTaBUTENEH
rpynnsl.  JlanpHeiiiee HW3y4eHHE LIEJIOMOLMUTOB JPYIMX BHJOB MOPCKHUX aHHEIUJA C
IPUMEHEHUEM I[0J00HOI0 KOMILIEKCHOTO IOJAXOJa IIO3BOJUT 3HAYUTENIbHO pPAaCUIMPUTH

MMpEaACTaBICHUA 00 HMMYHHBIX CUCTEMaX aHHCIIUA U 0€eCr03BOHOYHBIX YKUBOTHBIX BOO6H.I€.
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BbIBO/IbI
1. Ha ocHoBanuuM aHanmu3a MOJyYEHHBIX B JaHHOM paboTe pe3ysbTaTOB U JIMTEPATYPHBIX

JaHHBIX B LEJIOMHYECKOM jkuakoctd Arenicola marina BeiaeneHo msaTh MOP(OIOrHYECKH
OTJMYHBIX TUINOB ameOonuToB: (1) roBeHMIbHBIC, (2) Menkue amMeOOUUTHI (FPaHYJIOLUUTHI) C
niceBaONOAusAMH, (3) HIHYpOBHIHBIC aMeOOILUTHI, (4) PacIUIaCTHIBAIOIIMECS BEPETCHOBHIHBIC
ameOouuThl, (5) pacrutacThIBaIOIIMEcss BaKyOJIU3HMPOBAHHBIE aMEOOLMTBHI OKPYIJIOW (GOpPMBI.
PacrnacteiBaromuecs aMeOOUTHL HE ObUIN paHee OMMCaHBbI TS ATOTO BUJA.

2. [Tpu u3ydeHnn 3aKOHOMEPHOCTEH pearupoBaHUs LEJIOMOIIMTOB HA 3KCIIEPUMEHTAILHYIO
WHIYKIMIO HMMMYHHOTO OTBETa BBUIBICH pPAa3JUYHBIA BKJIQJ THIIOB ICJIOMOLIMTOB B
ocymiecTBiIeHHe (paronyuTo3a ¥ WHKAINCYISIMA HHOPOIHBIX Tel. J[Ba THIA pacIuIacThIBAIOIIMXCS
amMe0OIUTOB (BEPETEHOBU/IHBIE U BAaKYOJIM3HPOBAHHBIC) WHHLMHUPYIOT arrperamuio ApYrHx
THUIIOB KJIETOK B mporecce (arounTo3a MHOPOAHBIX YAaCTHUI[ U OCYIIECTBISIFOT PaciO3HABAHUE
MHUKpPOOHBIX MNATTEPHOB. MeNKue TpaHyJOLUUThl aMeOOLUThl aKTUBHO (ArolUTHPYIOT H
OCYIIECTBISIIOT PEaKkuio WHKancyasinuu. LHypoBuaHbIe aMeOOIMTHI TAaKKe YYacTBYIOT B
NPOLIECCE UHKATICYJISIIINY.

3. B cBs3piBanmm smnononucaxapupa E.  coli  akTuBHOe y4acTHe = INPHHUMAIOT
BaKyOJIM3UPOBAHHBIC U YACTUYHO BEPETCHOBHIHBIC PACILIACTHIBAIOLIHECS aMEOOIIHUTHI.

4. BriepBeie OTCEeKBEHMpPOBAaH W YAaCTHYHO AHHOTHPOBAH TPAHCKPHUIITOM IEJIOMOIINTOB
NpPE/ICTaBUTENSl AHHENHJ. AHAIN3 TPAaHCKPUNTOMAa IIOKA3bIBAE€T, YTO HMMYHHas CHCTEMa
NIECKOXKMJIa HAa MOJICKYJIIPDHOM YPOBHE BKJIIOYAET KaK BBICOKOKOHCEPBATHMBHBIE, TaK M OBICTPO
IBOJTIOLIMOHUPYIOLIHE TPYNIbI TeHOB. [loydeHHbIC TaHHBIC W TPOBEJCHHBIA aHAU3 BBIIBIISIOT
TPYIIIBI MOJIEKYJI, MTOTESHIMAILHO YYAaCTBYIOIINX B CHCTEMHOM UMMYHHOM OTBeTe. OnucaHHbIE
TPYIIIBI MOJIEKYJT OTHOCSATCS KaK K PELENTOPHBIM, TaK U K 3()(HEKTOPHBIM (aKTopaMm.

5. OmucaH TpoTeacoOMHBI KOMIUIEKC LenoMonuToB Arenicola marina, cocrosimuii u3 43
0enKoB, BKJIOYAs CYOBEAMHHUIBI MPOTEACOM M KOMIUIEKC mIanepoHoB. OOHapyxeH
(byHKIIMOHAIBHBIN CIBUT MIPOTEACOMHOMU CUCTEMBI B CTOPOHY TUJPOJIA3a
HEYOUKBUTHHUPOBAHHBIX O€NKOB. MHAYKIMS BOCHAJCHHS BBI3BIBAET IOJHYIO SIMMHHAIIIO
PETYJIATOPHBIX YaCTHIl KOMIUIEKCAa, CHHTE3 HOBBIX (OpPM I[IAlIEpOHOB M  IOBBINICHUE

XUMOTHUIICUH-TIOJJOOHOM aKTUBHOCTH IPOTEACOM.

BaarogapHocTu. ABTOp BBIpaXaeT CBOIO CaMyl0 HCKPEHHIOI OJaroJapHOCTb HayYHOMY
pykoBomutenmto — HWropio ApnompaoBuduy KoceBuuy, 3a BCECTOPOHHIOIO TIOMJIEPKKY H
noHnManue. CBOMM cCOaBTOpaM 3a COTPYIHHYECTBO M TIOMOINb B OBJIAJCBAHUM HOBBIMH
Meronamu. Ajekcanapy Muxaitnosudy ['opOymmHy 3a BO3MOXXKHOCTH OCYIIECTBUTH CIIOMKHBIH
MaciITaOHBIA TNPOEKT M OECIeHHYI0 NOMOIb coBeToM. ABTOp Onaromaput k.0.H. E.M.
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HlarumapnanoBy u k.0.H. O.A. I'yceBa 3a MOAEpX Ky HCCIeAOBaHHS. ABTOp Oiaromapur
3aBEIYIONIETO MeXKadeapanbHoi JabopaTopuell AEKTPOHHONH MHKPOCKOIIMU buojormaeckoro
dakynereta MI'Y I'.H. [daBumouya, Bemymiero umxeHepa A.I. bormaHoBa m WMH)XKEHEpPOB
MJIOM wu corpyanukoB benomopckoil Ouonornyeckoir cranumm um. H.A. IleproBa 3a
IIPEIOCTABIIEHUE BO3MOXHOCTU pabOThl HA TPAHCMHCCHOHHOM M CKAHHUPYIOILEM 3JIEKTPOHHBIX
MHUKpPOCKONax W KOH(OKAJBbHOM JIa3€pHOM CKAaHHUPYIOIEM MHKpockone. Beipaxaro

6Har0,HapHOCTB BCEM MOHMM JPY3bAM U KOJIJIETaM 3a NOAACPKKY U ITOMOIIb.
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Cnmcok ncnosib3yemMbiX COKpalleHuii 1 0003HaYeH Uil

MUK — nuddepennmanbubiii HHTEpGEPEHIIMOHHBIA KOHTPACT
JIIIC (LPS) — numomnonucaxapupl KICTOYHOW CTEHKU OaKTepHid
YIIC — yOUKBUTHH-TIPOTEACOMHAs CUCTEMA

XTIIC — XUMOTHIICHH-TIO00HAsT aKTUBHOCTH ITPOTEACOM

AMP (antimicrobial peptides) — aHTUMHUKPOOHBIE TIETITHIBI

C1gDC (complement component 1, g subcomponent domain containing) — cemeicTBO OEIKOB,
COZIepIKAIlMX JIOMEH KOMIIOHEHTa KOMILIeMeHTa 1, cyOKOMITOHEHTa

CCF (coelomic cytolytic factor) — nenomuueckuit TUTOIUTHYCCKHIA (hAKTOP

CLECT (C-type lectin domain) — nomen nektuHoB THIA C

CMFSW — Ge3kanblireBas- Oe3MaraueBasi HCKyCCTBEHHAs MOPCKasi BOa

CR (complement receptors) — peenTopbl KOMILIEMEHTA

CTLDCL1 (C-type lectin domain containing-like) — cemeiicTBo nextuHoB THITa C

FSW — crepunpHast Mopckasi Bozia

GLECT (galectin) — momeH rajgekTuHOB

LBP/BPI (LPS-binding proteins/bacterial permeability increasing proteins) - JIIIC-
CBsI3bIBarOIMe OeKK/OeNKH, TOBBIIIAOIINE TPOHUIIAEMOCTh OaKTepUil

MACPF (membrane attack complex/perforin domain) — npomen uepdopuHa/MmeMOpaH-
aTaKyoIIEero KOMIIeKca

MAPK (mitogen-activated protein kinase) — MmuroreH-akTHBUpyeMast TPOTCMHKMHA3A

MYD88 (myeloid differentiation primary response 88) — Oenok NEpBUYHOTO OTBETa Ha
MUETOUAHYI0 TuddhepeHIHpoBKy 88

NO (nitric oxide) — okcuj a3oTa

NOS (nitric oxide syntase) — cunTaza okcuaa azora ()

NOX (nicotinamide adenine dinucleotide phosphate oxidase) — NADPH-okcuaa3sr

PBS — ¢ocdarnslii 6ydep

PFT (pore-forming toxins) — mopoo6pa3yrorine TOKCHHBI

PI13K (phosphoinositide 3-kinases) — dochonno3nuTra-3-KrHA3a

PKB (protein kinase B) — mporeunkunaza B (oOmiece Ha3BaHue mas TpeX CEPHH/TPEOHHH-
crenuPUIeCKUX MPOTCHHKUHA3)

PO — penonokcumasa

PRR (pattern recognition receptor) — maTTepH-paco3HaOIIUi PEIEnTOP

ROI (reactive oxygen intermediate) — peakTHBHBIC TPOMEKYTOUHBIE COSAUHEHUS KHCIOPOIa
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RNI (reactive nitrogen intermediate) — peakTHBHBIC IPOMEKYTOUHBIC COCTMHEHHUS a30Ta
ROS (reactive oxygen species) — akTuBHbIe (HOPMBI KHCIIOPO/Ia

TEP (thioester-containing proteins) — Tnosup-coaepxamiie OeaKu

TLR (Toll-like receptors) — Tomi-mog00HbIe perienTopbI

TOLIP (toxin-like proteins) — roMeH TOKCHHOTIOA00HBIX OCIIKOB

TPM (transcripts per million) — TpaHCKPHUIITOB HA MUJUTHOH, OIICHKA YPOBHSI SKCIIPECCUH

B cmucke mpencrasieHsl Haubosiee oOIIME Ha3BaHUS OENKOBBIX JTOMEHOB M3 HCIIOJIB3YEMBIX
cokpamienuii. Takke B TEKCTE€ YIOMHHAIOTCS KOHKPETHBIE Ha3BaHHs OEJIKOB, ONMMCAHHBIX IS
OIpeIeIEHHBIX BUAOB KUBOTHBIX (Hampumep, EQTLR — Toll-like peuentopsr Eisenia andrei).

I/IH(I)OpMaI_II/IIO 0 HUX MOXHO HAWTH I10 YKa3aHHbIM CCBbUIKAM.
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INPUJIOKEHHUE |. TABJINIBI

Ta6auna 1. Tunsl 1ETOMOIMTOB, ONMKUCAHHBIC JUII HEKOTOPBIX BUAOB OJNUTOXeT (M3 Stanovova,

2019).
Tun Mopdosoruueckue rue
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eJIOMOILIUTOB NPU3HAKHT HA3BaHUA
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Heiitpodunbubrit terrestris
aMeGOwHT HEOTINYUMBIE o
OKpacke OT IIBeTa - . Calisi et al.,
P H Eisenia foetida
OUTOIIA3MBI,  9acTO 2009
KPYITHOE SIAPO
MHOXECTBO  TpaHyl,
3aMETHBIX oe3
OKPAaCKH; 4acTo
HaJludygie B  OJHOU
I'panynonur
KJIETKE "
6a30()UIbHBIX, u
anua0(pUITHLHBIX
IpaHyI
Jamieson,
1981
OTHOCHUTEBHO Jamieson,
KPYIIHBIE Bce BuIbI | 1992
Py XJI0paroiur, g
OKPYTJIbIe/OBAIbHBIC JTIOMOPHIIH],
APracToIIacTH-
Dneouurt KIIETKH, eCcTh N OIHACAHBI g | Affar et al,
YECKUN .
chepudeckue rpaHyIbl npencrasuteneir | 1998
XJIOParoIuT N
U BaKyoJM, 3amac JPYTHX CEMEHCTB
JIAIUIOB U TJIMKOTEeHA Vetvicka,
Sima, 2009
Cooper, 1996
Oxpacka . Linthicum et
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0azodupHas; - al., 1977
terrestris
00pasyroT
" IICEBIOIOIUHU B Cooper, 1996
I'maauHOBBIN AOTO/HH, . Dendrobaena P
LHUTOIIa3Me JletikomuT
ame0ouT veneta .
MHOECTBO  MEJIKUX Adamowicz,
BAaKyOJIE U JIU30COM; 2004
y Allolobophora
PO PACIOIOKEHO B .
chlorotica
IICHTPE Kurek et al.,
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Okpacka 2007
anuaopuiIbHas 1507051
HelTpoduiIbHas;
UTOIIa3Ma
I'panynsapHslii paszaensercs Ha
aMeOOoLUT AKTOILIA3MY oe3
OpraHest u
SHOIUIA3MY; A7PO
4acTo  CMEIIEHO K
nepudepun
Enchytraeus
fragmentosus
['panynbl ¢ OOJBIIUM Ll_meI:IF:IIIUS Richards,
mirabilis,
KOJIMYECTBOM Jlumdonwur, L. reynoldsoni u 1980
Mykonut MYKOIIOTMCAXaPUIHBIX | TPaHYJIIPHBIN Ll rivalis _
u MPOTEUHOBBIX | MYKOLIUT (Enchytracidae) Jamieson et
KOMILJIEKCOB al., 1981
Pontodrilus
bermudensis
(Megascolecidae)
Knerku 0e3
TICEBIOIIOIUH, c
OKPYKCHHBIMU
yrommo- | U o Envall et al
o100HasD ’ Cewm. Tubificidae N
BBIPOKCHHBIM 2008
KJIETKA
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00JBIIUM
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Ta6auna 2. Knaccudukaius 1e10MOLIUTOB MOJIUXET (IO

Stanovova, 2019)

Dhainaut, Porchet-Henneré, 1988. 13

Tun xkaerok

Mopdosiornyeckne NpU3HAKH

Bcerpewaercst 'y mnpeacraBuresiei
ceMeiicTB

KneTtku BepeTeHOBHIHOM (HOPMEI C

AmeboruT Arenicolidae, Ophelidae,
OOJIBIIIIM KOJIMYECTBOM T'PAHYJT U ) .
(rpaHyJIOIMT) THIA Glyceridae, Nephtyidae,
My4YkaMH MHUKPO(PUIAMEHTOB B )
I Nereidae
[IUTOIIIA3Me
Knerkn BeITAHYTONH (OpMBI, B o .
AmebonuT HTOILIA3Me ez’TL r(l;Hp HH’ " Arenicolidae, Nereidae,
(TpaHyNOLUT) THUIIA 1 paty Terebellidae, Capitellidae
l BaKyoJId, = HO  HET  IIy4YKOB
(buIaMeHToB
Amebonut Knerkn wManmenbkoro pasmepa, ¢ N
Bo mHorux cemeiictsax. Bo3mMoxHoO,
(TpaHyJIOIUT) THUMA | KPYIIHBIM SIAPOM W HEOOJbIIUM
KJIETKa—TIPE/IIICCTBEHHUK
Il KOJINYECTBOM T'PAHYJI
Ame0omut .
. nucad Ui Nereidae, BcTpedaercs
H 0 Nereidae, Betp
(rpanynouut) tuna | TunudHbi Makpodar .
Y Y IMMYHHU3HPOBAHHBIX 0COOEH
Amebouut B nutornnazMe UMeErTCs KpymnHbIE
(TpaHyJIOLUT) THIIA | BKIFOYCHHUS u cTonku | Bo MHOTHX cemeicTBax
\Y mepoxoBaTtoro D[P
Copmepxar onHy uiu Heckoibko | He oOHapyeHBl y npejacTraBUTesei
Deonur KPYIHBIX  Bakyosied u  3amac | Arenicolidae, Glyceridae,
JUTIAIOB ¥ TJIUKOTeHA Nephtyidae u Syllidae
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Tab6auua 3. YHuBepcaiabHble IS pa3HBIX TPYIN aHHEIH THIBI IeOMOIMTOB (13 Stanovova,

2019).
YHugepcaJib- Ha3zpanus H3Becten
1eep I'pynna Mopdosoruueckne | OnucanHbie y
HbIi THI BO3MOJKHBIX npeACcTABUTE
aHHeJIH] NPU3HAKH pynkoun ., .
EeJIOMOIUTOB dopm Jieil ceMeiicTB
Kax [paBuio,
obpa3syror
I'panynouur TICEBIIOITOINH;
DAty IO, AOTIOZH, 3a)KUBIICHHE
THAJTMHOBBIT npovre  NPU3HAKH
. paH, dharomuros,
ame0oIuT, KpaiiHe BapUaTHBHBI
WHKATCYJISIIMS,
UM OITHUT, (pasmep u dopma
N YaCTHYHOC .
. JIENKOIUT, KJIETKH/A7pa, Lumbricidae
Oligochaeta ydacTue B .
arua0GWIBHEl | HATHYUE/OTCYTCTBUE Enchytraeidae
. TpaHCIIOpTE |
i/ TpaHyI,
N HaKOIUICHUU
6azounpHBIN/ | (hHUITAMEHTOB,
N N MMUTATEIBHBIX
HEUTPOOUIBH | BaKyoJei;
9 BEIIIECTB
BIif aMeOOIUT | OKpalINBaHHE
TUCTOJIOTMYECKUMHU
KPaCUTEJISIMHU U T. 11.)
Camas Ooiplnast M
I'panymorur, pazHooOpa3Has
HErpaHyJIPHBI | IpyIma
«AMedoIHT» W aMeOOLUT; | LEJIOMOLIUTOB v Beex
Ha3BaHWE TIOJINXET,
M3YYCHHBIX C
4acTo Mopdoorus N
OTDAKACT BADEHDYET s 3axuBJIeHUE 3TOW  TOYKH
Polychaeta P PHHPY paH, (arounTos, | 3peHuns
(hopMy KJIETKH | IIMPOKUX IpEJeax.
WHKATCYJSIUS | MPEICTaBUTEN
(BepereHoBuny | B obmem ciywae o
el pasHbIX
HEIC, obpa3zyror .
CeMecTB
3BE3/14aThIC TICEB/IOTIO UM, HO
aMeOOIUThl W | OTHCaHBI u
T. 1.) HETOIBIKHEIE
hopmbl
OTHOCHUTENBEHO 3aKUBJICHUE
OIHOpONHAs Tpynma | paH, (aronuTos,
. KIETOK, CXOAHBIX TI0 | MHKancymsmus, | Hirudinidae
- JlerikonuT, . -
Hirudinea Mopdoorun C | HaKoOIJIeHHE Glossiphoniida
TUMQOITUAT
THAITMHOBBIMHU AHTHUMHKPOOHBEI | €
ameborTamMn X (hakTopoB
OJIATOXET (BO3MOXHO)
VYuacrtue B
BBIJICJICHUA |
MOIJICPIKAHUH
OBanbHbIe/ OCMOTHYECKOTO
OKpYTIIbIC KJIeTKH | Oananca; cuHTe3 | Y BCEX
Xiioparouur
nuaMetpoM  10-60 | BHEKJICTOUHBIX | M3YYCHHBIX C
(xmoparoreHHa .
N — MKM, B I[UTOIUIa3ME | JIBIXaTEIbHBIX 3TOW  TOYKH
«Jaeouur» Oligochaeta ’ | umeroTes NUTMEHTOB; 3peHus
3PracToIIacTu
S cepruueckue HaKOIUIEHUE MpeICTaBUTEN
TpaHyJIbI JIUITH]IOB el a3HBIX
XJIOparouuT PAHYJIEL, HOB, . P
XJIOParoCOMBI, TJIMKOTCHA, CEMEICTB
JUTTHTHBIE KaTUTH 9K30T€HHBIX
BEIIECTB;
CUHTE3
HEKOTOPBIX
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AHTUMHUKPOOHBI

X ¢akTopos,
YaCTUYHOE
ygactue B
npoiiecce
WHKATCYJISAIUH
Haxonnenue
JIVITHIOB 17§
OTHOCUTENBHO A
TITUKOTCHA;
KpymnHsble (10 40 MKM .
yuacTue B | Nereidae,
B JMaMeTpe) KIETKH .
Herpanynsipu . nporecce Terebellidae,
N HEOMpeeTICHHON .,
Polychaeta | brit mumgonur, ButemoreHesa | Aphroditidae,
dbopmeI,  comepikat .
TpedouuT u nutanuu | Phyllodocidae
BaKyoOJIH, JIUITUIHbIC
CO3PEBAIOIIUX H JIp.
Karuy, 3amachl
ramer;
TIINKOTeHA .
n30HpaTeIbHbIH
(haronmrTos
He onucansl
Cxonnbl mo | (Ho, 1m0 Bcel
Hirudinea Xoparoreasa | MOp(}OIOTHH C | BHOMMOCTH, Glossiphoniida
s KJIeTKa JNEONUTAMU CXOJTHBI cle
OJIUTOXET TaKOBBIMH y
JIPYTHUX TPYI)
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Tabauua 4. Bo3moxxHble caiiTel Hpoiaudepanuil yYHUBEPCAJIbHBIX THUIIOB IEIOMOIUTOB (U3

Stanovova, 2019).

YHuBepcaib— Caiit
HbI# THIT Oligochaeta Polychaeta Hirudinea
npoaudepanuun
HeJI0OMOIMTOB
o Nicolea
Lumbricidae zostericola
[TapueTanbHbIit (Stein, Cooper, | (Eckelbarger,
onuTenuit  (puc. | 1983; Bilej et al., | 1976) -
3A) 1992; Homa et al., | Glycera sp.
2008) _
(Sima, 1994)
YuacTtku o
LeJIOTENHS, Lumbr|C|IIus_,
OKPY KaroIiero Sparg_angph ius, _
KPOBEHOCHBIE Maorlqlrllus, Nereidae -
cocy bl Pheretima, (Dehorne, 1922)
(«iamponzusie | Pontodrilus
xKenesp»)  (puc. (Sima, 1994)
3B)
Eisenia foetida
Ipyrue
Yuactiu Lumbricidae
OeJI0TCINA
«AmMedomMT» | ryccymuventos | (Burke, 1974; Stein, | -
(puc. 3C) Cooper, 1983; Bilej
et al., 1992; Homa
et al., 2008)
VYacTKi Dendrobaena
[eIOTemH veneta Nereidae
BOKpYyT (Olchawa et al., -
Heppuaues (puc. | 2006; Homa et al., (Dehorne, 1922)
3D) 2008)
YuacTku Dendrobaena
oeJoTeiausa veneta
BOKPYT
KUIICYHUKA (Olchawa et al., |~ -
(XToparoreHHas 2006; Homa et al.,
TKaHb) 2008)
Glossiphoniidae
borpunnanbnas B 3 (de Equileor et
TKaHb
al., 2001)
HapI/IeTaHLHBH‘/JI Te I’ebel | |dae
«JueonuT anuTenuid  (pHc. | — (Eckelbarger, —
3A) 1976)
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VYyactkn

LEJIOTEITHS,
OKpYKaloIero . [Ipennonoxuren
KPOBEHOCHBIE B Nereidae . Ifo
COCYAIb! (Dhainaut, 1966)
(«mMouHbIE (Oka, 1894)
JKenesb»)  (puc.
3B)
VYacTKH Lumbricidae
meoTeNms (Stein,  Cooper, | Sabellidae lpexnonosxuren
BOKPYT 1983;  Jamieson, (Sima, 1994) bHO
Hedpumues (puc. | 1992;  Affar et al., ’ (Abeloos, 1925)
3D) 1998)
YuacTku Lumbricidae
LEJTOTEIIHSI )
BOKDYT (Stelrlm, quper, B B
i —— 1983: Jamieson,
(XJI0paroreHHas 1992; Affaretal.,
TKaHb) 1998)

[Ipennonoxuren
Meramopéos bHO BO3MOYKCH
amMeOOoLIUTOB B ) B
T0CIe AKTUBHOTO (Romieu, 1923;
aromurosa Dales,  Dixon,

1981)
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Tadamua 5. benku nenomonmtoB Arenicola marina, ydacTByromue B CHCTEMHOM HMMYHHOM
OTBETEe, BBIABJICHHBIC C TIOMOIIBIO aHamW3a TpaHckpunroma (u3 Stanovova, Gazizova,
Gorbushin, 2022).

Haszeanue Onucanue GenBank IDs
AmhbA2 haemoglobin A2 chain MZ593238
AmhbA2b haemoglobin A2b chain MZ593239
AmhbA3 haemoglobin A3 chain MZ593240
AmhbA4 haemoglobin A4 chain MZ593241
AmhbA5 haemoglobin A5 chain MZ593242
AmhbB1 haemoglobin B1 chain MZ593243
AmhbB2 haemoglobin B2 chain MZ593244
AmCTLDC1-1 C-type lectin domain-containing type 1 protein 1 MZ593245
AmCTLDC1-2 C-type lectin domain-containing type 1 protein 2 MZ593246
AmCTLDC1-3 C-type lectin domain-containing type 1 protein 3 MZ593247
AmCTLDC1-4 C-type lectin domain-containing type 1 protein 4 MZ593248
AmCTLDC1-5 C-type lectin domain-containing type 1 protein 5 MZ593249
AmCTLDC1-6 C-type lectin domain-containing type 1 protein 6 MZ593250
AmCTLDC2-1 C-type lectin domain-containing type 2 protein 1 MZ593251
AmCTLDCr-1 C-type lectin domain-containing receptor 1 MZ593252
AmCTLDCr-2 C-type lectin domain-containing receptor 2 MZ593253
AmCTLDCr-3 C-type lectin domain-containing receptor 3 MZ593254
AmCTLDCr-4 C-type lectin domain-containing receptor 4 MZ593255
AmCTLDCr-5 C-type lectin domain-containing receptor 5 MZ593256
AmCTLDCr-6 C-type lectin domain-containing receptor 6 MZ593257
AmCTLDCr-7 C-type lectin domain-containing receptor 7 MZ593258
AmCTLDCr-8 C-type lectin domain-containing receptor 8 MZ593259
AmClgL C1qg-like protein MZ593260
AmFReDC1-1 fibrinogen domain-containing type 1 protein 1 MZ593261
AmFReDC2-1 fibrinogen domain-containing type 2 protein 1 MZ593262
AmFReDC2-2 fibrinogen domain-containing type 2 protein 2 MZ593263
AmA2M alpha-2-macroglobulin-like protein MZ593264
AmCD109 CD109 antigen-like protein MZ593265
AmCPAMDS C3 and PZP-like alpha-2-macroglobulin domain-containing protein MZ593266
AmMCR1 macroglobulin-complement related protein-like 1 MZ593267
AmMCR2 macroglobulin-complement related protein-like 2 MZ593268
AmMCR3 macroglobulin-complement related protein-like 3 MZ593269
AmMReM?2 MASP-related molecule 2-like MZ593270
AmCRL complement receptor-like MZ593271
AmCLP1 chitinase-like protein 1 MZ593272
AmCLP2 chitinase-like protein 2 MZ593273
AmCLP3-1 chitinase-like protein 3-1 MZ593274
AmCLP3-2 chitinase-like protein 3-2 MZ593275
AmCLP3-3 chitinase-like protein 3-3 MZ593276
AmCLP4 chitinase-like protein 4 MZ593277
AmCCF-1 coelomic cytolytic factor-1 MZ593278
AmCCEF-2 coelomic cytolytic factor-2 MZ593279
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AmRIDC1 ricin lectin domain-containing protein 1 MZ593280
AmRIDC2 ricin lectin domain-containing protein 2 MZ593281
AmRIDC3 ricin lectin domain-containing protein 3 MZ593282
AmRIDC4 ricin lectin domain-containing protein 4 MZ593283
AmRIDC5 ricin lectin domain-containing protein 5 MZ593284
AmRIDC6 ricin lectin domain-containing protein 6 MZ593285
AmRIDCY? ricin lectin domain-containing protein 7 MZ593286
AmRIDCS8 ricin lectin domain-containing protein 8 MZ593287
AmTLR-1 Toll-like receptor 1 MZ593288
AmMTLR-2 Toll-like receptor 2 MZ593289
AmMTLR-3 Toll-like receptor 3 MZ593290
AmTLR-4 Toll-like receptor 4 MZ593291
AmMTLR-5 Toll-like receptor 5 MZ593292
AmTLR-6 Toll-like receptor 6 MZ593293
AmTLR-7 Toll-like receptor 7 MZ593294
AmTLR-8 Toll-like receptor 8 MZ593295
AmTLR-9 Toll-like receptor 9 MZ593296
AmTLR-10 Toll-like receptor 10 MZ593297
AmTLR-11 Toll-like receptor 11 MZ593298
AmTLR-12 Toll-like receptor 12 MZ593299
AmTLR-13 Toll-like receptor 13 MZ593300
AmTLR-14 Toll-like receptor 14 MZ593301
AmTLR-15 Toll-like receptor 15 MZ593302
AmMTLR-16 Toll-like receptor 16 MZ593303
AmTLR-17 Toll-like receptor 17 MZ593304
AmTLR-18 Toll-like receptor 18 MZ593305
AmMAKT1 RAC serine/threonine-protein kinase MZ593306
AmCASPS8 caspase-8-like MZ593307
AmCHUK inhibitor of nuclear factor kappa-B kinase subunit alpha MZ593308
AmCTSK cathepsin K MZ593309
AmFADD FAS-associated death domain protein-like MZ593310
AmFOS proto-oncogene c-Fos-like MZz593311
AmIKBKG inhibitor of nuclear factor kappa-B kinase subunit gamma-like MZ593312
AmIRAK1 interleukin-1 receptor-associated kinase 1 MZ593313
AmIRAK4 interleukin-1 receptor-associated kinase 4 MZ593314
AmIRF3 interferon regulatory factor-like MZ593315
AmMMAP2K1 dual specificity mitogen-activated protein kinase kinase 1 MZ593316
AmMMAP2K3 dual specificity mitogen-activated protein kinase kinase 3 MZ593317
AmMAP2KY7 dual specificity mitogen-activated protein kinase kinase 7 MZ593318
AmMMAP3K7 mitogen-activated protein kinase kinase Kinase 7 MZ593319
AmMAP3KS mitogen-activated protein kinase kinase kinase 8-like MZ593320
AmMAPK1 mitogen-activated protein kinase 1 MZ593321
AmMAPKS mitogen-activated protein kinase 8 MZ593322
AmMYD88 myeloid differentiation primary response protein MyD88 MZ593323
AmNFKB1 nuclear factor NF-kappa-B p105 subunit MZ593324
AmMNFKBIA NF-kappa-B inhibitor alpha-like MZ593325
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AmMAPK14 mitogen-activated protein kinase 14 MZ593326
AmPIK3CA phosphatidylinositol 4,5-bisphosphate 3-kinase catalytic subunit alpha isoform | MZ593327
AmRAC1 Ras-related C3 botulinum toxin substrate 1 MZ593328
AmSGPP1 sphingosine-1-phosphate phosphatase 1 MZ593329
AmSTAT1 signal transducer and activator of transcription 1-alpha/beta-like MZ593330
AmTAB1 TGF-beta-activated kinase 1 and MAP3K7-binding protein 1 MZ593331
AmTAB2 TGF-beta-activated kinase 1 and MAP3K7-binding protein 2-like MZ593332
AmTBK1 serine/threonine-protein kinase TBK1 MZ593333
AmTOLLIP Toll-interacting protein MZ593334
AmTRAF3 TNF receptor-associated factor 3 MZ593335
AmMTRAF6 TNF receptor-associated factor 6-like MZ593336
AmBPI bactericidal permeability-increasing protein MZ593337
AmLBP1 lipopolysaccharide-binding protein 1 MZ593338
AmLBP2 lipopolysaccharide-binding protein 2 MZ593339
AmLBP3 lipopolysaccharide-binding protein 3 MZ593340
AmLBP4 lipopolysaccharide-binding protein 4 MZ593341
AmMAML-1C lectin 1C MZ593342
AmAML-2-1 lectin 2-1 MZ593343
AmMAML-3-1 lectin 3-1 MZ593344
AmMAML-4-1 lectin 4-1 MZ593345
AmMAML-2-2 lectin 2-2 MZ593346
AmAML-2-3 lectin 2-3 MZ593347
AmAML-2-4 lectin 2-4 MZ593348
AmMAML-3-2 lectin 3-2 MZ593349
AmANN1.1 preproarenicin-1.1 MZ593350
AmMANN4 preproarenicin-4 MZ593351
AmIMP1 integral membrane protein 1 MZ593352
AmIMP2 integral membrane protein 2 MZ593353
AmATPB ATP synthase subunit beta, mitochondrial MZ593354
AmACADM medium-chain specific acyl-CoA dehydrogenase, mitochondrial MZ593355
AmHistone-H3 histone H3-like MZ593356
AmHistone-H2A | histone H2A MZ593357
AmGal-BDCr18 | Gal-bhinding and CUB domains containing receptor 18 MZ593358
AmGal-BDCr10 | Gal-binding and CUB domains containing receptor 10 MZ593359
AmGal-BDCr8 | Gal-binding and CUB domains containing receptor 8 MZ593360
AmGal-BDCr4 | Gal-binding and CUB domains containing receptor 4 MZ593361
AmGal-BDCr9 | Gal-binding and CUB domains containing receptor 9 MZ593362
AmGal-BDCr6 | Gal-binding and CUB domains containing receptor 6 MZ593363
AmGal-BDCr5 | Gal-binding and CUB domains containing receptor 5 MZ593364
AmGal-BDCr2 | Gal-bhinding and CUB domains containing receptor 2 MZ593365
AmGal-BDCr15 | Gal-binding and CUB domains containing receptor 15 MZ593366
AmGal-BDCr12 | Gal-binding and CUB domains containing receptor 12 MZ593367
AmGal-BDCrl11 | Gal-binding and CUB domains containing receptor 11 MZ593368
AmGal-BDCr14 | Gal-binding and CUB domains containing receptor 14 MZ593369
AmGal-BDCr13 | Gal-bhinding and CUB domains containing receptor 13 MZ593370
AmGal-BDCr17 | Gal-binding and CUB domains containing receptor 17 MZ593371
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AmGal-BDCr16 | Gal-binding and CUB domains containing receptor 16 MZ593372
AmGal-BDCr7 | Gal-binding and CUB domains containing receptor 7 MZ593373
AmGal-BDCr3 | Gal-binding and CUB domains containing receptor 3 MZ593374
AmGal-BDCrl | Gal-binding and CUB domains containing receptor 1 MZ593375
AmGal-BDCr19 | Gal-bhinding and CUB domains containing receptor 19 MZ593376
AmGal-BDCs1 | Gal-binding and CUB domains containing protein 1 MZ593377
AmGal-BDCs2 | Gal-binding and CUB domains containing protein 2 MZ593378
AmGal-BDCs3 | Gal-binding and CUB domains containing protein 3 MZ593379
AmGal galectin MZ593380
AmADGR adhesion G protein-coupled receptor, Latrophilin MZ593381
AmMPSMAG proteasome subunit alpha type-1 MZ593382
AmPSMA4 proteasome subunit alpha type-3 MZ593383
AmMPSMAS proteasome subunit alpha type-5 MZ593384
AmPSMA1 proteasome subunit alpha type-6 MZ593385
AmPSMB6 proteasome subunit beta type-1 MZ593386
AmPSMB3 proteasome subunit beta type-3 MZ593387
AmPSMB?2 proteasome subunit beta type-4 MZ593388
AmPSMB5 proteasome subunit beta type-5 MZ593389
AmPSMB1 proteasome subunit beta type-6 MZ593390
AmPSMB4 proteasome subunit beta type-7 MZ593391
AmPSMC2 26S proteasome regulatory subunit 7 MZ593392
AmPSMC1 26S proteasome regulatory subunit 4 MZ593393
AmPSMC4 26S proteasome regulatory subunit 6B MZ593394
AmPSMC6 26S proteasome regulatory subunit 10B MZ593395
AmPSMC3 26S proteasome regulatory subunit 6A MZ593396
AmPSMC5 26S proteasome regulatory subunit 8 MZ593397
AmPSMD?2 26S proteasome non-ATPase regulatory subunit 2 MZ593398
AmPSMD1 26S proteasome non-ATPase regulatory subunit 1 MZ593399
AmPSMD9 26S proteasome non-ATPase regulatory subunit 9 MZ593400
AmPSMD11 26S proteasome non-ATPase regulatory subunit 11A MZ593401
AmPSMD7 26S proteasome non-ATPase regulatory subunit 7 MZ593402
AmPSMD13 26S proteasome non-ATPase regulatory subunit 13 MZ593403
AmPSMD14 26S proteasome non-ATPase regulatory subunit 14 MZ593404
AmPSMDS8 26S proteasome non-ATPase regulatory subunit 8 MZ593405
AmADRM1 proteasomal ubiquitin receptor ADRM1 MZ593406
AmPSME3 proteasome activator complex subunit 3 MZ593407
AmPSME4 proteasome activator complex subunit 4 MZ593408
AmPSMG1 proteasome assembly chaperone 1 MZ593409
AmPSMG?2 proteasome assembly chaperone 2 MZ593410
AmPSMG3 proteasome assembly chaperone 3 MZ593411
AmPSMG4 proteasome assembly chaperone 4 MZ593412
AmPSMD10 26S proteasome non-ATPase regulatory subunit 10 MZ593413
AmPOMP proteasome maturation protein MZ593414
AmPSMF1 proteasome inhibitor P131 subunit MZ593415
AmLAC1 Laccase-1 MZ593416
AmLAC2 Laccase-2 MZ593417
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AmLAO L-ascorbate oxidase MZ593418
AmTOLIP-DC toxin-TOLIP domain-containing protein MZ593419
AmpSAP Prosaposin MZ593420
AmPXD1 Dye-decolorizing peroxidase-like MZ593421
AmPXD5 Glutathione peroxidase-like MZ593422
AmPXD3 thyroid peroxidase-like MZ593423
AmPXD4 probable phospholipid hydroperoxide glutathione peroxidase MZ593424
AmPXD2 peroxidase MZ593425
AmNOS nitric oxide synthase MZ593426
AmCPR NADPH--cytochrome P450 reductase MZ593427
AmSOD2 superoxide dismutase [Mn], mitochondrial MZ593428
AmSOD3 Extracellular superoxide dismutase [Cu-Zn] MZ593429
AmSOD1 superoxide dismutase [Cu-Zn] MZ593430
AmMCAT Catalase MZ593431
AmMPSMA7 Proteasome subunit alpha type-4 MZ593432
AmPSMD6 26S proteasome non-ATPase regulatory subunit 6 MZ593433
AmPSMD12 26S proteasome non-ATPase regulatory subunit 12 MZ593434
AmPSMD3 26S proteasome non-ATPase regulatory subunit 3 MZ593435
AmMPSMA2 Proteasome subunit alpha type-2 MZ593436
AmPSMB7 Proteasome subunit beta type-2 MZ593437
AmMPSMA3 Proteasome subunit alpha-type 7 MZ593438
AMSEM1 26S proteasome complex subunit SEM1 MZ593439
AmPSMD4 26S proteasome non-ATPase regulatory subunit 4 MZ593440
AmPSMD5 26S proteasome non-ATPase regulatory subunit 5 MZ593441
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MNPUJIOXKEHHUE |1. LIJIIOCTPALLUN

Pucynok 1. Ilemomommter Lumbricus terrestris (mo Stein et al., 1977). A — 6asodun; b —
arunodun | Tuna; B — anunodun |l Tuna ¢ my3sippkaMu Ha noBepxHocTH; I' — rpanynonur; [ —
Heirpodui;, E — sneouut. B — Bakyoib; ¢c — (parocomsl; XC — XJIOParocoMbl (XJI0paroreHHble
rpaHyinbl); 1 — sApo. L[BEeTHBIMM TOYKaMH OTMEUYEHBbI pa3IMYHbIE T'paHyJbl B LUTOIIa3Me

(kpacHbIe ¥ po30BbIe — a0 UIbHbIE, CHHUE — 0a30¢uibHbIe) (13 Stanovova, 2019).

Pucynok 2. ['mmorteTndyeckas cxema oOpa3oBaHUsS ICJIOMOIMTOB aHHEIU I U3 IEITOMHYECKOTO
snutenus. [lyHKTHpHOW cTpenkol mokazaHo (HOPMUPOBAHHE KIIETKU-TIPEAIICCTBEHHUKA (U3

Stanovova, 2019).
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Pucynok 3. Bo3moxnble caiiTel mponudepanuu MeTOMOLMTOB B OpraHu3Me aHHenmuna. A —
LEJIOTEeNMIA CTeHKU Tella (MapueTanbHblil); b — memorenuid BBICTHIIKM KPOBEHOCHBIX COCYJIOB
(oOpazoBanue T. H. «IMMPOUIAHBIX Kemne3y»); B — nenorenuit nuccenumenta; ' — paspacranue
LEJOTENNS BOKPYT HEPpUIUS. 1 — TUCCENUMEHT; KM — KOJIbIIeBasi MyCKyJiaTypa; H — HepUInid;
M — MpOJOJbHAs MYCKyJaTypa; C — IMPOCBET COCYAa; Il — LEJIOMUYECKHN JMUTENH; 3 —

NIOBEPXHOCTHBIN SNHUTENNH ¢ KyTUKyJIo# (13 Stanovova, 2019).

A

Pucynox 4. Tumsl rienomonuToB nonuxet (mo Baskin, 1974; Dhainaut, Porchet-Henneré, 1988).
A — amebomur (rpanyrnomurt) tuna |l; b — amebomur (rpanynouunt) Tuna Il; B — ame6orur
(rpanynonurt) tuna l1l; I' — amebomut (rpanynomur) Tama 1V, [ — amebomuT (rpaHyIomuT) THITA

V; E — aneouuT. B — BaKyoJb; BT — 3JIEKTPOHHO—TIOTHBIE IJI00YJIbl HA MeMOpaHe BaKyolu; JI —
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JMIMUAJHBIE KAIUI; ¢ — MOTJIOIIEHHBIN capKoyuT; ¢ — ¢unaMeHTsl; (¢ — $arocomsl; 1 — Aapo.

YepHBIMU TOUYKaMH Pa3HOTO pa3Mepa OTMEUYCHBI IpaHyJibl B IIUTOIIIa3Me (M3 Stanovova, 2019).

Kpbiwka

OcHoBaHue

KopoBas
npoTeacomMa
20S

PerynatopHas
yactuya 19S
(PA700)

3A-ATdasHble He-ATdasHble

MpoTeonuTtnyeckune
cybbeauHuLb perynaTopHele PEerynaTopHble
cybbeauHuLb cybbeanHuLbl

Pucynok 5. Ctpoenue 26S npoteacomsl (mo KEGG: map03050 (www.genome.jp)).
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SR

Pucynok 6. A — Arenicola marina, o6uwuii Bux; b — orbop 1emoMudeckoi xuakoctu: 1 —
KHUIIIEYHUK, 2 — TOJOXKEHHWE WTJIbI, 3 — Mpo3payHas IeJIOMUYEecKas KUAKOCTh, B — oOpazen

LIEJIOMUYECKOM JKHIKOCTH Ha cTekiie. Macmrad: A, b —1 cM, B — 100 mxMm.
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Pucynox 7. O6mee uncio nenomormtos (ki1.x108/mm) ocobeit pasHoro mona u pa3mepa, Ha4aIo

utons (1) u xonen utons (2), Beioopka 2018 r.
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Pucynok 8. XXuBsie 11e;10MOIUTHI Ha CTeKIe. A — oOmmii Buj, b, B — popMupoBanue arperaros.
Macmra6: A, B — 50 mxx, b — 100 MmxMm.

Pucynok 9. Ilenmomorutel, (opmupyromme MOHOCIOW Ha cTekie. A — XuBble, b, —
3adukcupoBanHbie Ha crekine. Dukcanus 4% PFA na FSW. Okpacka reMaToKCHIMHOM IO
Kapayuu. 3Be3g04koii orMedeH oorut. Macmrad: 50 MKM.

112



=

Pucynok 10. JKuBBle 1ICJIOMOIMTHI «BEPETEHOBHIHON» (OPMBI pa3HBIX pPa3MEpOB.
JuddepenunanbHbliil nHTEpdEpeHIMOHHBIN KOHTpacT. Macitad 20 MKM.

Pucynox 11. IlenomMouuTsl «BEepeTeHOBHIHOW» (QOPMBI, 3a(pHUKCHUPOBAHHBIE B CYCIIEH3UU.
Ouxcanus 4% PFA na FSW. [luddepennmansupii mHTEpQEpEeHIIMOHHBIN KOHTpacT. MacmTad
20 MKM.
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Pucynoxk 12. IlenomMouuThl «BEpEeTCHOBUAHOW» (OpPMBI, 3a(UKCHPOBAHHBIE HA CTEKJIC.
CrpenkamMu OTMEUEHBI OKpallrBaeMble 3JeMeHThl nutockenera. Ouxcamus 4% PFA na FSW.
Oxpacka reMaTOKCHIMH+031H. 1 — A1pa, MacmTad 20 MKM.

=)

Pucynok 13. L{eTOMOIIUTEI «BEPETEHOBUAHOI» (POPMBI C BKIIOUEHHUSIMH, 3a(UKCHPOBAHHBIC HA
crexiie. Oukcamus 4% PFA na FSW. Okpacka reMaTOKCHIIMH+03HH. 51 — S/Ipa, B — BaKyOJIH.
maciTad 20 MKM.
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Pucynok 14. TOM. Llenomouuts! «BepeTeHOBUAHOIN» GopMmbl: A, b — npononbubie cpessl, B, I’
— TIOTIepeYHbIe cpe3bl, J| — ¢punaMeHTsl. s — siapa, T — rpanyisl, ¢ — gumamentsl. CTpenkamu
OTMEYEHBI IpO3pauHble BaKyoJH, (HOPMUpPYEMBbIE TOBEPXHOCTHBIM CIIOEM IUTOILIA3MBI.
Macmra6: A-B—2 um, I', /1 — 0,5 HM.

Pucynox 15. JKuBble Menkue LETOMOLMTHI OKpYrJod ¢(opMbel ¢ mnceBAonogusMu (IIm).
Juddepenumanbupiii nHTEpEepeHINOHHbBI KoHTpacT. Ha pucynke A: 1 — rpaHyJspHBIHA
[EJIOMOIIUT 0€3 TICEBOMOANMA, 2 — MEJKUN IEeTOMOITUT BEPETCHOBUIHOW (POPMBI, 3 — MEIKUU
OKPYTJIBIA HETOMOIHT ¢ TiceBaonoausMu. Macmrad 20 M.
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Pucynoxk 16. ILlemomorutel  Okpyriaod  (opmbl, 3adUKCUPOBAHHBIE B  CYCIICH3HUH.
Juddepennmansubiii uHTEphEpeHIMOHHBIN KOHTpacT. I, [| — 3Be3/104KaMu OTMEUYEHbI OKPYTJIble
KJIETKH B cocTaBe arperatoB. Macmrtad 20 MKM.

. . ¢ ® B

Pucynok 17. Menkue 1nenoMOIUTE OKpYTIon Gopmbl, 3apukcupoBaHHbIe Ha cTekie. Dukcarus
4% PFA ma FSW. Okpacka TeMaTOKCWJIMH+303WH. s — sjipa, I — TceBaomoann. Macmrad 20
MKM.

Pucynok 18. TOM. A — oKpyrJIbIii ENIOMOIUT ¢ TicBeBAonoAusMu (1), b, I' — rpanymsl. s —
sqpa, T, TPaHyJIbl, ar — anmnapar [ oJb/pk|, MT — MUTOXOHIpHUs. Macmtad: A, b — 1 M, B - 0,5
HM.
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Pucynok 19. XXuBble 1eIOMONHMTHI, paciulacThIBaONmMecs Ha crekie. JuddepeHnnanbHbii
uHTEephEPEHIIMOHHBIA KOHTPACT. JI — Jlamelionoauu. Macmrab: A — 50 MM, b-I" — 20 MxM.

Pucynox 20. LlenoMonuThl OKpyTIIoi (opMbl ¢ BKIIOUCHUAMH, 3a()UKCHPOBAHHbIE B CYCIICH3UH.
JuddepenunanbHbliil nHTEphEpeHIMOHHBINA KOHTpacT. Macitad 20 MKM.

i RN

Pucynok 21. PacracteiBaroniuecs 1eJIOMOITUTHI, 3aUKCUPOBaHHbIC Ha cTekie. Pukcanus 4%
PFA na FSW. Oxkpacka reMaTOKCHIMHT303MH. S — sJipa, J — JIaMeJJIonoauu, ¢ — Gparocomsl.
Macmtab 20 MKM.
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Pucynoxk 22. TOM. Bakyonn3upoBaHHBIE LEIOMOLMUTHI C BKIIOYEHUSMHU. s — siapa, ¢c —
(arocomsl, B — Bakyosn. Macmrad: A, b —2 um, B, I' - 0,5 am.

Pucynok 23. XXuBble 1enOMOIUTHI OKpyTiiol (opmbl ¢ BKIoueHUsMH. uddepernnanbHblii
WHTEp(EPEHITMOHHBIN KOHTPACT. B — BaKyoJb, ¢ — ¢arocoma. Macmrad 20 Mkm.

Pucynok 24. J)XKuBble 11€710MOLIUTHI HEONpPEIeNEHHON (POPMBI, pacIIacThIBAIONINECS HA CTEKJIE.
Juddepennmanbabiii nHTEpGEPEHITMOHHBINA KOHTpacT. Macmtad 20 MKM.
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Pucynok 25. Menkue UEIOMOIMTHI C MPO3PAYyHOUM IUTOMIA3MOM 0e3 MCeBIOMOAMIA,
3adukcupoBannbie Ha crekie. Gukcamus 4% PFA na FSW. Okpacka reMaTOKCHIUH+I03UH. 51 —
simpa. Macmmrab 20 MKM.

Pucynok 26. Ileromonutsl okpyrinoit Gopmbl ¢ darocomamu (CTpesiku) u 0€3 IMCEBIONOIHH,
3adukcupoBanHbie Ha crekie. Gukcamus 4% PFA na FSW. Okpacka reMaTOKCHIUH+I03UH. 5 —
sanpa, MmacmTad 20 MKM.
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Pucynok 27. «lOBenunbHbIe» 1ienoMoluThl. A, b — xkuBble, B, I' — 3apuxcupoBanHbie Ha cTeKie
(puxcauus 4% PFA na FSW, okpacka rematokcuinraoM o Kapayun), /1 — TOM. s — sipa, MT —
muToxoHIpun. Macmrad: A-I" — 10 mxm, I — 1 MkM.

Pucynox 28. Meuenue EdU (sapa ¢ MeTKO# OTMeUeHBI cTpenikaMu). A, b — IIeIOMOITUTHI 1OCie
MHKYOAIMH ¢ MpeIIecCTBEHHUKOM B TedeHue 12 gacoB, B — ocrtaTounas MeTka B oOpasiie mocie
24 gacoB unkyOaruu. Macmrad: A — 50 mxkm, b-B — 10 MmxM.

120



12

80
70 11
x
g 60 10
5
§ 50 5,
®
S 40 9 Z
- &
§ 30 8
o
& 20
o 7
X 10
0 6
1 2 3 4 5 6 7 8 9 10
B LIHYPOBUAHbIE ErpaHynouuTbl

B pacnnacTtbiBaloLmMecs ¢ BKIHYeHnaAM/ M BepeTeHOBUOHbIE

B "loBEeHUIbHbIE"

Pucynok 29. CooTHOIIEHHE KJICTOYHBIX THIOB B 00pa3nax IeJIOMHYSCKON IKUIKOCTH,
paz6aBiaeHapix CMFSS B 2-4 pasa W ocaxiaeHHBIX Ha cTekio. Pukcamumsa 2,5%
rmotapanbaerunaoM Ha FSW. Okpacka no I'mm3a-PomanoBckomy. Jlnst mpuMepa mpeacTaBieHa
BBIOOpKa, oTOOpanHas B utone 2018 r, 1-5 — camku, 6-10 — camiel, as Kaxa0i ocoOu yuTeHO
He meHee 1000 KkIeToK.
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Pucynok 30. A — memomMonuTel, 3aUKCUpOBaHHBIC B cycne3nd, b, B — Ha cTekie B mporecce
dbopmupoBanus MoHocTos, yepe3 30 MUHYT mocne ocenanusi. b — oOpaszern, paz0aBieHHbIN B 4
paza CMFSS, B — nepazbaBnennslii obpazen. @uxcamust 2,5% rmrorapansaeruiom Ha FSW,
okpacka 1o I'mm3a-PomanoBckomy. Macmrab 50 MKM.
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Pucynok 31. A — pacruiacThIBalOUIMECs LEIOMOLUUTHI C BKIIOYEHHUSMH, YYaCTBYIOIIUE B
(dopMHpOBaHUM MOHOCIIOS, b — JerpaHyisnus paciulacThIBAIOLIUXCSA — LI€JIOMOLIUTOB,
UHUIMUpYytomas arperamuo. JuddepeHnnansapii nHTEphEpeHIMOHHBIA KOHTpacT. Macitad
50 MKM.

Pucynok 32. Ilenomorutsl, 3a)UKCUpPOBAaHHBIE HA CTEKJE, MOCIE CMEIIMBAHUS C CYyCIEH3HeH
3umo3aHa. A-B — ¢ukcamms uepe3 15 munyt, b, B — dukcanus gepes 30 munyT, [ — ¢ukcamms
yepe3 1 yac. Qukcanus 4% PFA na FSW. Okpacka remarokcunuHoM no Kapauun. Ctpenkamu
OTMEUCHBI YacTHUIIBl 3MMO3aHA. | — PACIUIACTHIBAIONIMECS IEIOMOLMTHI C BKIIOYCHUSIMH, 2 —
pacmyiacThIBalOIIMECs] BEPETEHOBUIHBIE LEIOMOLMUTBl, 3 — MEJIKHE IEJIOMOLHUTHI C
rcesnonoauaMu. Macrurad 50 Mxm.
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Pucynok 33. A — ¢popMHUpOBaHKE arperaTtoB >KUBBIMH IIeJoOMOIMTaMu yepe3 30 MUHYT Mocie
CMEILMBaHUs C CYCHEH3MEeH 3MMO3aHa, CTPENIKOH OTMEUEHbl KJIETKH BBITSHYTOW (HOpMBI,
CO3JAIOIIME «MOCTHKIW» MEXIy arperatamMu. b — IMTOIIIa3MaTHYECKUH MOCTHK MEXKIY JBYMsI
pacIUIaCTHIBAIONIMMUCS [IEIOMOLIUTAMHU  BBITSHYTOH (opMBI B mporiecce (HOpMHUPOBAHHUS
MoHocos1, pukcanus 4% PFA na FSW, okpacka rematokcmnunom o Kapauun. @opmupoBanue
«MOCTHKOBY» ITPOMCXOAMT IOCPEICTBOM IPO3PAYHON IUTOIIa3Mbl Oe3 BKIIIOYEHHWH. 5 — spa.
Macmra6: A — 50 mxm, b — 20 MxMm.

Pucynok 34. A, b — xuBbIe arperatsl eJIOMOIUTOB, OTOOPaHHbBIE U3 LETOMUYECKOH MOJIIOCTH

gyepe3 20 munyT (A) 1 uepe3 1 yac (b) mocne nHBEKIMM 3uMO03aHa. MacmTad 50 MKM.
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Pucynok 35. Karcynel, okpysKaroomme HHOPOAHBIE Tella IIOCIe CYyTOK HHKyOammu. A —
CTeKJISIHHBIA mapuk, b — oTpe3ok mepctu. Snpa kierok BusyanusupoBanbl DAPI.
Kondoxansnas mukpockonus. Macmrab 50 Mxm.

Pucynok 36. A — ame0OUMT Ha TOBEPXHOCTH CTEKJISHHOIO MIapHka, b — BHEKIETOUYHBIH
MaTKpUKC Ha MOBepXHOCTHU mapuka. COM. 11 — HOBEpXHOCTh LIapUKa, M — MATPUKC.
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Pucynok 37. Ilonepeunslie cpe3bl Kamcyd Bo3pacta 2 CyTOK (IIEpCTh BhINANa MPH PE3Ke).
Oxpacka METHJICHOBBIN CHHMU + TOJUTYWAMHOBBIA CHHHMA. (II) — MECTO, re Obula MIepPCTh.
[IpoBenena rpanuiia Mexay ABYMs CIOSMHU KJIETOK. CTpesIKM YKa3bIBAIOT MMOJIBUKHBIC KJIETKH B
MOBEPXHOCTHOM ciioe. Macmtad: A, b — 100 mxm, B — 20 Mxm.
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Pucynok 38. YyacTok Karcysbl Ha HAYaJIbHOW CTaJIMW WHKATCYJISIHA. V1 — HHOPOIHOE TEJ0
(mepeth), s — AApO, B — BaKkyolb, I' — TpaHyllbl, HC — HEKJIETOYHBIA CJIOH,
MPEICTAaBICHHBIN Pa3pyIIAIOUIUMUCS [ETIOMOLIUTAMHU.
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Pucynoxk 39. Ilonepeunsie cpe3sl Kancyisl: A, b - Bo3pacra 4 cyrok, B, I' — Bo3pacra 6 cyTok.
Oxpacka METUJICHOBBIA CHHHIA + TOJUTYWAUHOBBIA CHHUUN. [IpoBEeIEeHBI TPAHUIIBI MEKIY CIOSMU
kinetok. I — mmepcts. CTpenku yKa3bIBalOT IOJBHXKHBIE KIETKH B TIOBEPXHOCTHOM CIIOE,
3BE3JJ0YKaAMU OTMEYEHEI KIIETKH ¢ BKJIFoYeHUsIMHU. Macmrad: A, b — 100 mxm, B, I' — 20 MxM.
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Pucynok 40. VnprpaTtoHKOe CTpoeHHE Karcyiabl Bo3pacta 4 cyTok. A — obwmwuil Bua, b
— YYacTOK BHYTpEHHero cios, B — yuacrox cpemnero cnod, I', /I — y4acTku BHeENIHETO
crnosi, E — ¢unamMeHTsl B OTpOCTKaxX KJIETOK BHEIIHETO CIOSI KarCyJbl. HC — HEKJIETOYHBIN
BHYTPEHHMH CIIOH, CC — CpeIHUH CIIOW, BC — BHEIIHUM CIOH, s - sjupa, T — TpaHynsl, ¢
— NOydkd (UIAMEHTOB. 3BE3J0YKAMHM  OTMEUEHbl  CTPYKTYpBl, XapaKTepHblE Ui
Pa3pyIIAONIUXCS KIETOK BHYTPEHHETO CIIOSL.
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Pucynok 41. TTonepeunsle cpe3bl Kamncyisl Bozpacta 12 cytok. III — mepcets. 3Be3noukaMu
OTMEUYEHbI MTUTMEHTHPOBaHHbIE yuyacTku. Macmirad: A — 200 mxm, b — 20 MxM.

Pucynok 42. TloBepxHocTh Kamcynsl Bo3pacta 6 cyrok. COM. BuaHbl MHOrOYHCIEHHBIE
OTPOCTKH TIOJIBUKHBIX KJIETOK (CTPEITKH).
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Pucynok 43. OOpazer neaoMHUYecKOW >XKHUIKOCTH, OTOOpaHHbIM yepe3 15 muHyT mnocnie
uabekuu LPS. A — Buemmnwmii Bun uenomouutoB; b — DAPI, LPS (ctpenku), B —
CYMMUpOBaHHOE U300paxenue. Macmrad 50 MKM.

Pucynok 44. OOpazen LeTOMHUYECKON >KUIAKOCTHU, OTOOpaHHbIM yepe3 30 MUHYT mocie
uabekuu LPS. A — BrHemmwmit Bunm nenmomonutoB; b — DAPI, LPS (crpenkm), B —
CyMMUpPOBaHHOE n300paxenue. Macmrad 50 Mxm.

Pucynok 45. OO6pazer 1eITOMUYECKONW KUIKOCTH, OTOOpPAHHBIA 4epe3 yac IMocje MHBEKIHUU
LPS. A — Bremmuii Bux nenomoruroB; b — DAPI, LPS (ctpenkn), B — cymmupoBanHoe
n3obpaxkenre. Macmrad 50 MKM.
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Pucynox 46. XapakrtepucTuka COOpKHM TpaHCKpUITOMa IleIoMoIMToB A. marina. A -
CyMMapHasi CTaTUCTHKa COOpKH; b CpaBHUTEIbHBIN aHAIN3 MHOXECTBA MPEJICKa3aHHBIX OCIIKOB
¢ Habopom BUSCO (v4.1.4; Metazoa_odb10); B —cxomcTBO umcia GETKOB B TPaHCKPHUIITOME
IICIOMOITUTOB M OenKOB, mpeamnonaraeMbix w3 reHomos Capitella teleta u Helobdella robusta
(mmarpamma Benna); I' — pacnipenenenne JUIMHBI IpearoiaraeMbix 0enkoB; [l — pacipeneneHue
skcipeccun TpaHckpunToB (TPM) Ha ocHoBe omenku in sSilico; E — skcnpeccust mepsoix 20

AHHOTHUPOBAHHBIX OEJKOB (pacrpeeseHne Mo BeIndrHe dKenpeccun) (u3 Stanovova, Gazizova,
Gorbushin, 2022).
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Pucynok 47. XapakrepucTuka O€JIKOB TPYINBI IPOTO-KOMIUIEMEHTa. A — JIOMEHHas

apxutektypa Tuoddup-conepxkammx OenkoB (TEP), cepunoBoii mporeazsi AMMReM2 wu
KOMILIEMEHT-perenTop-nogooHoro Oenka; b — dQuiorenernueckoe nepeBo Oenko TEP A.
marina u JApyrux WIEHOB cymepceMeiicTBa. JIjis MOCTpPOCHHS JepeBa HCIOJIb30BaH
moauduipoBanublii qatacet u3 Duval et al., 2020. Beaxu A. marina Bbie/IeHbI TOTYKUPHBIM.

B — skcmpeccusi TpaHCKpUNTOB, HOpMAJIM30BaHHAasi cpeaHss orieHka [PM ¢ noBepuTeabHBIMHU
uHTepBanamu 95% (u3 Stanovova, Gazizova, Gorbushin, 2022).
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Pucynok 48. Xapakrepuctuka JeKTHH-1ogo0HBIX OenkoB ClgL, FReDC u CTLDC wu3
1esoMoUTOB A. marina. A — 1oMeHHasi apXUTEKTypa, b — aKcrpeccHs TpaHCKPHIITOB.
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N ’ ' ! N N AmADGR
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146.8 klla AmGal-BDCra

AmGal-BDCr4

1 100 200 300 400 500 600 700 800 900 1000 1100 1200 1343 AmGal-BDCTS

AmADGR SHID— - ———— I AN Amcat o001

Gal-lectin  HormR GPs tm_ 38.5 lla oS

AmGal-8DCr0

AmGal-BDCr11

5 AmGal-BDCr12

AmGal-BDCr13

1 50 100 150 200 250 300 350 400 450 494 AmGalBDCr14

AmGal-BDCr1 - 19 [ll—{__Gallectin_}—| CUB H _ccr — e e
™

B 1 10 1001000

37.2-787«la  AmGa-BDCH7
AmGal-BDGr18
AmGal-BDCr18

AmGalBDCs1 - 3 [l Gallectin_}-{ CcuB H_CCP = AmGal-BDCs1

AmGal-BDCs2
31.8-50.0 kOa ‘AmGal-B0Gs3

Skenpeccus, Ig TPM

Pucynok 49. XapakrepucTrka rajektuHoB A. marina. A — JOMEHHas apXUTEKTypa TaJeKTHHA
AmGal, narpodunun-nonodnoro peuentopa AMADGR; b — noMeHHas apXuTeKTypa HOBOTO
nojiceMeiicTBa rajekTHH-oa00HbIX perentopoB AmGal-BDCr u  cekpeTupyembIX OElKOB
AmGal-BDCs; B — skcnpeccus TpanckpuntoB (13 Stanovova, Gazizova, Gorbushin, 2022).
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Pucynox 50. ®uioreHernueckoe JIepeBO OTHOLICHWH HOBOTO IOJCEMEUCTBA TaJICKTHH-
noa00HbIx 6enkoB AmGal-BDC ¢ Genkamu mpeicTaBUTeNeH Ipyrux TakcoHOB. bemku A. marina

BBIJICIIEHBI TOTYKHUpHBIM (13 Stanovova, Gazizova, Gorbushin, 2022).

A ] WDD ZQD 390 4@0 EDD 59? 5 0 50 100 150
waoch
AmRIDC3-6 - Rign Bestin - RS Beetin- ,, , .. jﬁggig' ‘
AmRIDC7 [Ricin_B_lectin | Ricin_B_lectin) (" Ricin_B lectin { Ricin_B_lectin | . ﬂgz:ggg?
AmRIDC8 [} 62.1 klla jﬂi:gg;f |
Skcnpeceus, TPM

Pucynok 51. Xapakrepuctrka OenkoB A. marina, coaepikailyx pPUILMH-ICKTHHOBBIA JTOMEH
(RIDC). A — nomenHast apxutekTypa, b — skcnpeccus TpanckpuntoB (u3 Stanovova, Gazizova,

Gorbushin, 2022).
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. ( ¢ ¢ ¢ 600 7 B 0 10 20 30
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AmcLP2 ll—— NG oeRE ., .
- AmCLP2
AmCLP3-1 . Gpameose
AmcLP3-2 [} '~ Glyco_hydro 18 AmCLP3
AmCLP3-3 [l [ Glyco hydro 18 |
o8.2 dlia AmCLP4
M  Gycohydo1d
AmCLP4 - oo a
1 50 100 150 200 250 300 350 382 AmCCF
{ Gl hydro_16 } Skenpeccus, TPM
AmccF yco_hydro e

Pucynox 52. Xapakrtepuctuka XuTHHa3a-moJoOHbIX JekTuHOB (CLP) u wnemomuueckoro
muronutuaeckoro ¢aktopa (CCF) A. marina. A — nomMeHHas apxXuTekTypa, b — skcmpeccus
TpanckpunToB (u3 Stanovova, Gazizova, Gorbushin, 2022).

A I1 5.0 190 1.50 290 2.50 3.00 SISO 37I7 5 1 10 100 1000 10000
AML-1 -Qrﬂﬂ‘ ‘ u-domain ] [ momeH 6e3 HazsaHna | AML-1

Coiled-cail 26.3 k[la [ nomen Pfam
AML-2 VN u-domain ] B powen cynepcemeiictea | AML-2

Coiled-coil 26.1 kfa
AML-3 [ u-domain ] AML-3

24.8 klla
AML-4
AML-4 [ISHEREEKisikeMN— EGF - EGF |— u-domain ]
44.4 k[la Skenpeceus, g TPM

Pucynok 53. Jlomennas apxurektypa (A) m skcrupeccust tpanckpuntos (b) AML-1 u AML-
no00HBIX JeKTHHOB A. marina (u3 Stanovova, Gazizova, Gorbushin, 2022).
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Pucynox 54. Xapakrtepuctuka m0Opo-(GOPMHPYIOIIMX MOJEKYJT M MPEAIICCTBEHHUKOB
AHTUMHKPOOHBIX nenTuaoB A. marina. A — nomenHnas apxutekrypa TOLIP-conepxamiero 6enxa
AmTOLIP-DC; b — nomennas apxurekrypa npocarnonnia AMpSAP; B — skcnpeccust AmTOLIP-
DC, AmpSAP, BRICHOS-coaepxamux OeIKoB, MUTOXOHAPHUAIBHBIX W THCTOH-TIPOW3BOIHBIX
AMP; T' — BeipaBuuBanue BRICHOS-comepkammx ©OenkoB: aperuuuHoB  (ANNS),
IPE/IIECTBeHHUKOB HMHTErpalbHbIX MeMOpaHHbIXx OenkoB (AMIMPS) u mpennonaraembix
OPOM3BOJIHBIX  MENTHAOB. HOBBIE  TOCIIENOBATENBHOCTH  BBIACICHBI  IOJIY>KUPHBIM.
[loreHnanpHbple CAaWTBI pACHICIUICHHUS Ui CEPUHOBBIX MPOTEa3 OBUIM MPEINOJIOKEHBI C
nomorsio iProt-Sub (Song et al., 2019). [{ucTenHOBBIC OCTAaTKH BBIAEICHBI 3¢IeHbIM. [lapHbie
OTJMYHUS TENTHIOB U OTMEYEHBbl JKeAThIM. HyMepauuss aMHHOKHCIOTHBIX OCTAaTKOB
COOTBETCTBYET TMO3UIIMAM Ha BeIpaBHMBaHUU (13 Stanovova, Gazizova, Gorbushin, 2022).

A 1 100 200 300 400 s b 0 100 200 300
AmBP! [l LBP_BPI_CETP | LBP_BPI CETP C = AmBPI

57.5 k/la AmLBP
Amiep Il LBP_BPI CETP —v LBP_BPI CETP C - m

52.9 ka Skcnpeccus, TPM

Pucynok 55. Jlomennas apxurekrypa (A) u skcrpeccust TpaHckpuntoB (b) LPS-cBsa3biBaromiero
oenka (LBP) u OakrepuiuaHOTo/MoBKINMIaONIEro npoHunaeMocts Oenka (BPI) A. marina (u3
Stanovova, Gazizova, Gorbushin, 2022).
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Pucynox 56. Xapaxrepucruka Toll-like mytu A. marina. A — nomennas apxutekrypa Toll-like
penenitopoB; b — kapTupoBanue 6enkoB A. marina Ha KaHOHWYHBIN curHanbHbl T0ll-like myTh
no3BoHouHblX (KEGG: map04620 ¢ wu3MeHeHusimu). benku meckokuia, TOMOJOTHYHBIC
pedepeHCHBIM MOCIIeI0BATENEHOCTSM (IPSMOYTOIBHUKH), OTMEUCHBI 3€JICHBIM, OTCYTCTBYIOIINE
Oenku He OkpamieHbl. B — skcmpeccust TpaHckpunToB (u3 Stanovova, Gazizova, Gorbushin,

2022).
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Pucynok 57. Xapakrepuctuka 6enkoB antnokcunantHoit cuctemsl (CAT, SOD, PXD), cunTassr
okcuaa azora (NOS) u denonokcunaznoro (PO) depmenrta nakkasel (LAC). A — nomeHHas
apxurtektypa, BeipaBauBanne AMNOS u AMCRP; b — skcnipeccus TpanckpunToB (13 Stanovova,
Gazizova, Gorbushin, 2022).

A 1 20 40 60 80 100 120 140 160 169
CXOACTEO Runilimm il e e s e Rt il S 1 20 40
AmA2b CHEEDy v ERR TR A e 1 mmEm AmA2b
Signal Globin 17.7 klla
AmA2 D) v BN TR W (T INEET I D1 B nEEn AmA2
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AmA4 [T v [T LR CTIRNAEL Wi w me mEn AmA4d
Signal Globin 17.6 kla
AmA3 [N KN TN W N e - AmA3
Signal Globin 17.8 la
AmAS (NI » AR N R TR WSS TR o« v s wmas  AmAS
Signal Globin 18.1kfa
AmB2  CIEND 1 CRTTE AT RN SRS TTRRETD «6 mwmet1 Amg2 —
Signal Globin 18.7 klla
AmB1 [N v 1 EEERERT AmB1 H
Signal Globin 18.3 ¥lla

2kenpeccus, TPM

Pucynok 58. XapakTepucTruka ceMu TJIOOMHOBBIX IIeTIel SKCTpakiIeTouHOro remorioouna (Hb),
IKCIIPECCHPYEMBIX B IenoMonurax A. marina. A — BbIpaBHHBaHHE: IOKa3aHbl JIOMCHHAs
apxutektypa, aepeo Neighbor-Joining u cxomctBo mocnemoBarensHOCTEil. b — 3kcnpeccust
TpaHcKkpunToB. HoBbIE TOCIIEI0BATEILHOCTH BBIJICIICHBI OIYXHUPHBIM (13 Stanovova, Gazizova,

Gorbushin, 2022).
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Pucynok 59. 3MeHeHHS B MPOTEOIMTUYECKOH aKTUBHOCTH IpoTeacoM (A), colepKaHHU
o6enkoB (b, B) m B crpykrype mpoTeacom B IeloMolTax A. marina mnpud BBEICHHU
nmunononucaxapuaa. A — XITA npoteacoM B nieoMoruTax (yCaoBHbIE €IMHULIBI Ha MT Oelnka). b
— BECTepH-0JIOT cyOBhenuHuIl mporeacom tuma ol, 2, 3, 5, 6, 7, 5, Rpt6 u GenkoB TemaoBoro
mioka Hsp70. B — BenmnunHa OTHOCUTENBHON KOHLIEHTpAIlMKU OEJIKOB 10 CPABHEHUIO C TAKOBBIM
akThHa B mpobax ¢parmenta 6 pucynka. I' — XIIA nmporeacom B rene mocie anekrpodopesa B
HAaTUBHBIX YCJIOBUAX. | — MHTaKTHbIE 4Y€pBM, 2 — KOHTpOJbHas rpynma (depe3 1 u mocne
BBezieHuss FSW), 3 — un¢unuposannsie yepBu (uepe3 1 u nocne BBeaenus JIIIC), M — mapkep
(9KCTpaKT KIETOK MeveHu Kpwic) (3 Stanovova et al., 2016).
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Native FSW1h LPS1h

«Q

Pucynok 60. Peakiust mpoTeacoOMHOIro KOMITIEKCA Ha pas3Hble BUIBI cTpecca. Native — HaTuBHBIE
nenomorutel, FSW 1 h, LPS 1 h — nenomonutsl dyepe3 vac mocie uHbekimun FSW u LPS,
cooTBeTcTBeHHO. OKpacka cnenupuuecCKuMH MOHOKIIOHAIbHBIMH aHTUTEIIAMH.

a1,2,3,5,6,7

Hsp70
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ﬁ: Parasteatoda tepidariorum

Stegodyphus mimosarum

97 ) Chelicerata
— Ixodes scapularis

Limulus polyphemus
Daphnia magna

o7 35 I: Drosophila serrata
Laodelphax striatellus Mandibulata
88 Cryptotermes secundus
WI: Zootermopsis nevadensis
Capitella teleta Annelida
l{: Aplysia ca/ifom/:ca Molliaea
Pomacea canaliculata
Helobdella robusta Annelida
Octopus bimaculoides Mollusca
Arenicola marina Annelida
32 —— Lingula anatina Brachiopoda
_: Crassostrea glgas Mollusca
70 Pecten maximus
76 Exaiptasia diaphana
91 _: Nematostella vectensis Cnidaria
Acropora millepora
Danio rerio
Xenopus tropicalis
190 44 Gallus gallus Venebrata
?: Mus musculus
Apostichopus japonicus
93 _|: Asterias rubens Echinodermata
52 Strongylocentrotus purpuratus
— Ciona intestinalis

100L—— prallusia mammillata HERE

Amphimedon queenslandica Porifera

Pucynok 61. dunorenernyeckoe [epeBO (KOHCEHCYC), MOCTPOCHHOE C HCIHOJIb30BaHUEM

QJITOPUTMAa MAaKCUMAJIBHOTO CXOJCTBA, s cyObeauuuibt o6 (PSMEL).
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Pucynoxk 62. ®uioreHetuueckoe epeBO (KOHCEHCYC), MOCTPOEHHOE C MCIOIb30BAHUEM

QITOPUTMa MAaKCUMAJILHOTO CXOJCTBA, /isi cyobeaunuiip b5 (PSMB5).
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94 Nematostella vectensis

Apostichopus japonicus

Asterias rubens Echinodermata

81

ﬁ

96 Strongylocentrotus purpuratus

Amphimedon queenslandica Porifera

Pucynox 63. ®OuioreHernueckoe epeBO (KOHCEHCYC), MOCTPOEHHOE C HCIOIb30BAHUEM

AJIropuTt™Ma MakKCUMaJIbHOT'O CXOJCTBA, AJIA CY6’LCI[I/IHI/II_ILI rpt6
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Pucynox 64. ®uioreHernueckoe epeBO (KOHCEHCYC), MOCTPOEHHOE C HCIOJIb30BAHUEM

QITOPUTMa MAaKCHUMAJILHOTO CXOJCTBA, It cyobeauauibl PA200.

143



Pucynok 65. ITorepeunsie cpessl Karcyss Lepidonotus squamatus Bo3pacta 4 cyTok. A — oOmuii
BUJI, OKpacka METUJICHOBBIM CHHUM U TOJUTYUAMHOBBIM CUHUM. b, B, I' — TOM. b — BHyTpeHHuU
HEKJIETOUHBIN ciiol, B — cpennuii cnoit, I' — BHemHM clOW. 1 — siApa, T — TPaHybl, 0 —
MeperieTaloIecss OTPOCTKU KJIETOK, I — IOBEPXHOCTh Karcyibl. (u3: CraHoBoBa, 2014,
KypcoBasi paboTa).
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Pucynok 66. ['mnorerndeckas cxemMa B3aMMOOTHOILIEHHI THUIIOB [IEJIOMOIIMTOB. | — FOBEHUJIbHBIE
amMeOOIUThI, 2 — TPAHYJONUTHI C TICEBIOMOAUSIMH, 3, 4, 6 — NIHYPOBHIHBIC aMEOOIUTHI, 5 —
pacIuIacThIBaKOIINEC BEPETEHOBUIHbBIE aMeOOIINTHI, 7 - pacIuIacThIBAIOIINECA
BaKyOIU3UPOBAHHBIE OKPYTIIbIE aMeOOIUTHI, 8 — METKUi aMeOOoIHT ¢ harocoMaMu U MPO3pavyHON

[MUTOILIA3MOH.
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