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IIpencrasieHbl COBpeMeHHbIE JaHHbIE 0 KOMMYHUKAIIMK KJIETOK B OMHAPHOM CCTEME OPTaHU3M XO3sMHA —
MUKpoOBI. Co3naHne MUKPOOHBIX COOOIIECTB CBOMCTBEHHO MHOTMM MHUKPOOpPraHM3MaM. DTU COOoOIIe-
CTBa HAITOMMHAIOT MHOTOKJIETOYHBbIE OpTaHu3Mbl. B HacTosIee BpeMsl yueHble MPUILINA K BBIBOAY, YTO
BHYTPY COOOIIECTBA KJIIETKU HE TOJIBKO OOIIAIOTCS APYT C IPYTroM, HO TUMdOEepeHIIUPYIOTCS B 9TOM HaIKIIe-
TOYHOM opraHusme. JIaHHbIe JIUTEepaTypbl U COOCTBEHHBIX MCCIENIOBAaHUI aBTOPOB CBUIETEILCTBYIOT O
BaXKHOI POJIM KaTeX0JIaMUHOB (OMOTeHHBIX AMUHOB) KaK BO BHYTPH- Y MEXBUIOBOII MUKPOOHOI KOMMY-
HUKAalIMW, TaK U B IUajore MUKpoOroTa—xo3sauH. O0cy:KnaeTcs 3HaUeHWe 3TOro Auajora Jjisl oagepxa-
HUS Pa3INIHBIX (PU3NOTOTUYECKHMX U TICUXO(MU3NOJIOTHIECKUX MPOLIECCOB, a TAKXKe BO3MOXHOCTD CO3/1a-
HUSI HOBBIX JIEKAPCTBEHHBIX MpernapaToB ¢ HaNpaBJeHHbIM HETPOXUMUYECKUM BO3IEICTBUEM.

Karouessvie croea: HelipoMenIMaTophl, KaTeX0JaMUHBI, CEPOTOHUH, Jo0(paMUH, HOpaApeHAIMH, aapeHaIrH,

KOMMYHMKAaL1sl MUKPOOPTaHU3MOB
DOI: 10.31857/S004213242101021X

BBEAEHUME

Karexonamunsl (modamMuH, HOpaapeHaJWH, al-
pEHAJIMH) SIBJISIFOTCSI TTIPOU3BOAHBIMU aMUHOKUCIIO-
Thl TUPO3MHA, TUAPOKCUJIMPOBAHME KOTOPOM HaeT
muruapokcuderHmtananud (JODA). JODA — He-
MOCPEACTBEHHBII MPEAIIECTBEHHUK KaTeXoJdaMu-
HOB. B opranmsMe IT03BOHOYHBIX KaTeXOJaMWHEI B
OCHOBHOM BBIPa0aTHIBAIOTCSI KJIETKAMU MO3TOBOTO
CJIosl HAATIOYCUHUKOB U aKCOHAMM CUMIIaTUYECKOit
HEPBHOM CHUCTEMBI, OTBeYalollleil 3a OTBET OpraHmU3-
Ma Ha CTpecc; OHM 00pa3yroTCcs TakKKe B MO3Ty. 3Ha-
YUTEIbHbIE KOHLIEHTPALMU KaTeXOJaMUHOB Xapak-
tepHbl 111 ZKKT; HampuMep, okoito 50% modamuHa,
coliepxKalllerocsl B opraHn3Me 4eioBeKa, HaXOAUTCS
B kuineyHuke (Liang et al., 2018). Heitpomenuatop-
Hast GyHKIIMS yCTaHOBJIEHA 11 fopaMuHa 1 HOpa-
peHaJlMHa ¥ COMHUTEJIbHA B Cllydae agpeHalMHa
(bonapipeB u ap., 2010).

KatexonamMuHbl pacrpocTpaHEeHbl U BbIMOIHSIIOT
BaxkHbIe (DYHKIIM Y O€CIIO3BOHOYHBIX, B YACTHOCTU
y HacekoMbix (I'puiiaii, 2017), y pactenuii (Roshchi-
na, 2010; Kulma, Szopa, 2007), y pa3Iu4HbBIX OJHO-
KileTogHbIx opraHu3MoB (Roshchina, 2010). MHaTe-
PECHO, 4TO, HAIIpUMeEP, Y PaCTeHMUI, KaTeXOJIaMUHBI
BBIIIEJISIFOTCS, KaK U Y BBICIIMX XKMBOTHBIX, B OTBET Ha
CTpecC: CTpeCCHUPOBaHHEIE TOMAThI (IIPHU XOJIOA0BOM
CTpecce) 3HAaUYMMO YBEJIMYMBAIOT IIPOAYKIIMIO Ka-

TexonaMuHOB (Lyte, 2014). B mocinegHue roabl HaKo-
MUJIOCh 3HAUYUTEIbHOE KOJMYECTBO TaHHBIX, YTO Ka-
TE€XOJIAaMUHBI TAKXK€E CITOCOOHBI CYIIIECTBEHHO BIUSThH
Ha (DUBHOJIOTUIO U KM3HECIIOCOOHOCTDh Pa3IMUHBIX
MPOKAPUOTUUYECKMX OPTaHU3MOB W MOIYJIMPOBATH
WMMYHHBIE peaKilMi B OpraHu3Me YeJoBeKa.

B3AMMOJIEMCTBUE KATEXOJIAMUHOB
C MUKPOOPTAHNU3MAMMU

B nuteparype HaKoruieH 3HAYMTEIbHBINT MacCUB
naHHbix (Freestone et al., 2007) o cTuMynupyloiieM
addexTe KaTeXxoIJaMIHOB Ha POCT Pa3IMYHBIX MUKPO-
opranu3mMoB. [1oBrbIlIeHNE YPOBHSI HOpaapeHaInHa B
OpTraHW3Me MBIIIN ITyTeM pa3pyIIeHUS COMEPKAIINX
HOpaIpeHAIMH OKOHYAaHUIN CUMIATUYeCKUX HEPBOB
C IOMOILbIO HEMPOTOKCHMHA 6-THApOKCcHIOMhaMUHa
nmpuMepHo B 10 ThIC. pa3 yBeJIMUYUBAJIO KOJIUYECTBO
KiIeToK E. coli B caemoil kuike Meimi. [1penBapui-
TeJabHast 00paboTKa in Vvitro KIeToK Salmonella enteri-
ca var. typhimurium HOpaIpeHaJMHOM TMOBbIIIAA
CKOPOCTb Pa3MHOXEHMSI 3TOTO MaTOTeHa B pa3iid-
HBIX TKaHSIX 9KCIIEpUMEHTATLHO MHMPUIIMPOBAHHBIX
cBuHeit (Verbrugghe et al., 2012).

Takue (akTbl OOBSICHSIOT, MOYEMY XOJIOIOBOI
CTpecC y MBIIIEi, CONPOBOXKIAIONINIICI BHIOPOCOM
KaTeXO0JIJAMIUHOB B KPOBSHOE PYyCJIO, TaK Xe, KaK 1



4 OJIECKHWH wu np.

BBeJieHe M HopanpeHanrHa (Williams et al., 20006),
YBEJNYMBAET YaCTOTy BO3ZHUKHOBEHUSI Y HUX CaJlb-
MOHeJJIe3HOM nHPeKMKU. OMmucaHbl cliydan raHTpe-
HBI I MOJTHUEHOCHOTO CETICHCa CO CMePTETbHBIM MC-
XOJIOM Y OOJIBHBIX KpalTMBHUIIEH, KOTOPHIM Ha3Hava-
JIU anpeHaIMH, TIpUYeM MPUMEHSUIM HEeIOCTaTOYHO
MIPOCTEePMIM30BaHHBIE MHOTOPA30BBIC IITIPHIIHI, T
MOIJIM HakKaruiuBaTbes criopbl Clostridium perfringens
(Lyte, 2011, 2014).

HMHTepecHo, YTO HOpagpeHaIMH 1 aipeHaIMH M0~
BBIIIAIOT YYBCTBUTENILHOCTh TaKXKe M PACTEHUI K
OakTepuaJIbHBIM U TpUOHBIM uH@eknusaMm (Lyte,
2014).

Ctumymsiius KarexojlaMMHaMM pocTa 6akTepuii B
TKaHSIX OpraHM3Ma-XO3siMHa MOXET OBITh OOYCJIOB-
JIeHa KakK MOpsMBIM, TaK M OMNOCPENOBAaHHBLIM JIeii-
CTBMEM 3TUX COEIVMHEHMII Ha MUKPOOPTaHU3MEIL.
HopanpeHanuH v 1pyrue KaTexojJaMUHbI CIIOCOOHBI
MONABJISITh CUHTE3 M SKCKPEIII0 UMMYHOIJIOOYJIMHA A,
a TaKxKe MUTpalUio (arolMToB K o4yary MH(MEKIInH,
YTO CHIKACT aHTUMUKPOOHYIO 3(P(PEeKTUBHOCTH JIO-
KanbHOM nMMyHHOI cuctemsl (Lyte, 2014). Karexo-
JIJAaMUHBI, CTUMYJIMPYS BhIACICHUE XKETUYU U YCKOPSIsI
TPaHCOOPT MOHOB 4Yepe3 BIUTENIMI CIU3UCTON KU-
IIEYHUKa, CO3Jal0T Takue (PU3NKO-XMMUIECKIE
YCJI0BUS B MUIEBAPUTEILHOM TPAKTe, KOTOPHIC CTH-
MYJIMPYIOT POCT OTIEIbHBIX IIPEACTABUTEIICH KAIIIeU-
HOIT MUKPOOMOTHI, HaIpuMep 0akTepuii poga Bacte-
roides (Verbrugghe et al., 2012).

ITpssMoe cTumynupyioliee n1eiicTBUE KaTexoaaMu-
HOB Ha POCT MUKPOOPraHU3MOB MPOAEMOHCTPUPO-
BaHO Ha MpUMeEpe Pa3InYHbIX MATOTEHHbIX, OIIOP-
TYHUCTUYECKMX M canpoTpodHBIX OakTepmii: Yersinia
enterocolitica, SHTEpOTOKCUYECKHUX, SHTEpOreMopparu-
yeckux mrramMmax E. coli, Shigella spp., Salmonella spp.,
Pseudomonas aeruginosa (Freestone et al., 2007), Bor-
detella pertussis, B. bronchiseptica (Freestone, Lyte,
2008), Aeromonas hydrophila (Kinney et al., 1999),
Helicobacter pylori, Haemophilus influenza, Klebsiella
pneumonia (Illnmakos, 2009), Listeria monocytogenes
(Verbrugghe et al., 2012), Campylobacter jejuni, Bor-
relia burgdorfii, Mycoplasma hyopneumoniae, Staphy-
lococcus epidermidis, cUMOMOTMYECKMX IITaMMaXx
E. coli (Anyaun u np., 2008; Freestone et al., 2007), a
TakKe OpoxoKax Saccharomyces cerevisiae (Manuku-
Ha u ap., 2010; Oleskin et al., 2010). Y C. jejuni, koto-
pasi pacTeT B MUKPOa’podUIbHBIX YCJIOBUSIX (MpU
HaJIMYMU B FA30BOI CMECU KUCI0poa B 60jiee HU3KUX,
yeM B aTMOC(epHOM BO3AyXe, KOHIIEHTpaLUsIX), HOP-
agpeHaluH, MOMUMO YCKOPEHMSI pOCTa, BbI3bIBAET
CIOCOOHOCTb PACTU MPU MOJTHOM OTCYTCTBUM KUCJIO-
poxna (Lyte, 2014).

Bce kaTtexomaMuHbI 00YCJIOBIMBAIN CTUMYJISILIAIO
pocTa (Cyasi II0 HapacTaHUIO ONITUYECKO MIOTHOCTU
KyJIbTYPbl M YUCIY KOJIOHMEOOPa3yloIINX €IMHUIL)
npoouotuka Lactobacillus acidophila NK-1 u ero
OUOXUMMYECKOMN aKTUBHOCTH (CHUKeHUsT pH cpenbl
B pe3yJibTaTe 00pa30BaHUSI OPTAHUIECKHUX KHCIIOT).

YCITEXY COBPEMEHHOM BUOJIOTUH

JlodaMnH TakkKe CTUMYJIMPOBAJI POCT U aHTUOAKTE-
pHUaJIbHYIO0 aKTUBHOCTh BCEX TECTUPOBAHHBIX IIITAM-
MoB (K-205, K-729, K-194, F-116) mpo6uotnka Lac-
tococcus lactis subsp. lactis, B TO BpeMsI KaK IpPyTrue 1c-
MbITAaHHBbIE aMUHBI (aJpeHaJIuH W CEPOTOHMH)
OKa3bIBaJId CTUMYJISITOPHOE ACMCTBUE TOJBKO Ha
oavH u3 aTux mramMmmoB — K-194 (Vodolazov et al.,
2018).

JlodaMUH B HU3KUX KOHIIEHTPALIMSIX CTUMYJIMPO-
BaJl, a B BLICOKUX — UHTUOMPOBaJ cCBeueHue (01010~
MuHecHeHIuI0) mramma E. coli TGI ¢ BcTpoeHHBIM
mondepa3HbIM /ux-reHoM u3 Photorhabdus lumines-
cencens ZMI. HopagpeHaluH UHTMOMpPOBaJl CBede-
HUE NpPU BCEX MCHBITAHHBIX KOHILIEHTpaLUsSX. DTa
OUOJIIOMUHECIICHLIMSI pacCMaTpUBAaeTCI KaK WHTE-
rpajbHasl XapaKTepUCTHUKa (pU3MOJIOTMYECKOro CO-
crostHus Ki1eTok E. coli (Oleskin et al., 2017b).

KaTexonaMUHBI B BEICOKUX KOHIIEHTPALIUSIX CITO-
COOHBI OKAa3bIBaTh LIUTOTOKCUYECKOE NEHCTBUE, UTO
CBSI3BIBAIOT C BO3MOXHOCTbIO MHIYKLIMY UMM OKCH-
JaTUBHOTO cTpecca. Tak, MUJTUMOJISIPHbIE KOHIIEH -
Tpaunu godamuHa (a TakKe 6-TuapoKcuaodaMmHa)
HEe TOJIBKO MOJABJISLIM POCT Apoxckeit (S. cerevisiae,
Pichia pastoris, Candida albicans n np.), HO 1 yOMBaIu
ux. JlobaBlieHHne B cpelly KyJTbTUBUPOBAHUS aHTUOK-
CUIaHTOB (aKcopOaTta 1 TJII0TaTHOHA) 0CIa0JISIO UH-
rubupymollee U TOKCUYECKOe AeicTBUE modaMUHAa
(Macreadie et al., 2010).

KatexonamMuHbl yCUJIMBAIOT aAre3nio MUKpoopra-
Hu3MoB KKT K cam3mncToil KUllIeyHnKa, oopa3oBa-
HUE HEOOXOOMMbIX IJIsl aare3uu nwieit Tuna I y cum-
oroTnIecKux mramMmoB E. coli, anreauto Staphylococcus
epidermidis X KJeTKaM KOXMH, a TakKxKe (hopMUpOBa-
HUE 3TUMU MUKpoopraHusMamu oOuorseHok (Lyte,
2010, 2011). ¥ sHTepoTOoKCcHYecKoro mramma E. coli
KaTexoJaMUHBbI, KpoMe TpoJindepaium KJIeToK, CTU-
MYJIMPOBaU Takxke oOpa3oBaHUE TOKCUHOB U aire-
3uHOB (Freestone et al., 2007). IloBbllIeHHE BUPY-
JICHTHOCTH M CIOCOOHOCTh KoysioHu3upoBaTbh KKT
OTMeYeHa B 3TUX YCJIOBUSIX U ISl APYTUX MaTOTeH-
HBIX 6akTepuit (LLmakos, 2009; Clarke et al., 2006).

Y Salmonella typhimurium 1on BIMsIHUEM HOpPAJI-
peHaMHa BO3pacTaeT 3KcIpeccusi GakTopoB BUPY-
JICHTHOCTH, OCOO€HHO cucTeMbl cekpenuu tuna III
(MOJIEKYJIIDHOI WIJIBI, CIyXalllell I WHBEKLUU
OaKTepHUAILHBIX OCJIKOB B IIMTOILIA3MY KJICTOK X035~
WHA), yCUINBAETCS XTYTUKOBast TOABUKHOCTD (Lyte,
2011). AOre3us KJI€eTOK SHTEpOreMopparuniecKoii K-
mevyHoii nmaouyku (mmramMm O157:H7), B yacTHOCTH K
CJIM3UCTOI CTEHKM CJIETION KMUIIKM, B MPUCYTCTBUU
HopanpeHannHa ycuiauBaetrcs (Lyte, 2011) u3-3a ero
CIOCOOHOCTU WHAYLMPOBATh 3KCIIPECCUI0 MuJieit
F5, oTBeTCTBEHHBIX 3a MpPUKpEIJIeHUue O6aKTepruaib-
HBIX KJIETOK K 3TUTEINI0 TOHKOIO KullleuHuka (Ver-
brugghe et al., 2012). HopanpeHanuH yCuiIMBaeT TakK-
JKe MHTEepHaJIU3allMI0 MaTOTEHHOTO IITaMMa KUIIey-
Hoil majouku B IleiiepoBbl Onstiky (JIMMGOUIHYIO
TKaHb kuineyHuka) (Lyte, 2011).
ToM 141
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Ha wmprmmHo Momean ObLTO TTPOIEeMOHCTPUPO-
BaHO, UTO YACTUYHOE XUPYPruyeckoe yaajicHue re-
YeHU, TOBBIIIASI KOHLEHTPAlLMIO HOpaApeHaIuHa B
MMPOCBETE KUIIIEYHWKA, CTUMYJIMPOBAJIO aare3vio
Pseudomonas aeruginosa K ero CIu3nUCTON 000JI0YKe
(Freestone et al., 2007).

Db deKTH KaTeXoJIaMITHOB BapbUPOBaJIN B 3aBU-
CUMOCTH OT KOHIEHTpallMM 1 TaKCOHOMMYECKOi
MPUHAIEKHOCTU TECTUPYEMbIX MUKPOOPTaHU3MOB.
HopanpeHnanuH, agpeHaavH U nodaMUH CTUMYJIUPO-
Baiu poct Vibrio parahaemolyticus, V. mimicus, HO He
V. vulnificus n V. cholerae (Nakano et al., 2007). Hop-
aIpeHaJIuH WHruouposan pocT Mycoplasma hyo-
pheunomiae, TIOAABSIST IKCIIPECCUIO0 HEOOXOAMMBIX
st ipoaudepainu reHoB (Oneal et al., 2008). Jlo-
¢daMUH CyIIECTBEHHO CTUMYJIMpOBal Tpojudepa-
1110 Ipoxckeit Saccharomyces cerevisiae, HopaapeHa-
JIUH, HAMPOTUB, ObUT MaioadhheKTuBeH (MalukuHa
u 1p., 2010). lodbaMuH 1 HOpaapeHAJIMH, 100aBJIEH-
Hble B TUIOTHYIO TUTATEJIbHYIO Cpeay, pasiudalinch
mo ceoemy 3ddekTy Ha oOpazoBaHUE MUKPOKOJIO-
auit E. coli K-12: HopagpeHaInH CTUMYJIMPOBaJ 3TOT
npoiecc, a goaMuH MHIUOUpoBasl ero (AHYYUH
u ap., 2008). HopanpeHaluH U aipeHaJIMH CIBUTAIOT
B KMIIIEYHWKE YenoBeKa oananc Mexny Clostridium n
Bacteroides B nonb3y Clostridium (Bailey et al., 2011).

HodaMuH 1 agpeHaJIMH CTUMYJIMPOBaJIY Ipopac-
TaHUE CIIOp y aKTuHoOakTepum Saccharopolyspora
erythraea (iitammbl RIA 1387 u RIA 120) u cradbuiu-
3UPOBAJIM COCTAB €€ MOMNYJISILIMU, TOBBIIIAs OO KO-
JIOHUEOOpa3ywIIUX eIUHUIL JTOMUHUpYIOIero de-
HoTuna (HauboJjiee 3(pPeKTUBHOrO MPOAyLICHTa aHTU-
OMOTHKA SpUTPOMUILIMHA). B TO e BpeMsI TOJIbKO J10-
¢damMuH, HO HE aipeHAJIMH, TTOBBIIIAJ BBKMBAEMOCTb
1 CITOCOOCTBOBAJI TIepEeXOAY B aKTUBHOE (BereTaTUB-
HOE) COCTOSIHUE CTIOp S. erythraea Tiociie XpaHEHUs B
Te4eHHE TPeX MeCsIeB WIN KpaTKoBpeMeHHOoro (10-
MUHYTHOT'O) 3aMOpa>kMBaHUsI, TO €CTb U B 3TOI CU-
cTeMe HaJIUuLIOo pa3inuue 3(p(eKToB pa3HbIX KaTeXo-
JamMuHOB Ha Mukpoopranm3mbl (Filippova et al.,
2010).

Hopanpenaaua n modaMuH MEHSIOT TPOdUIIb
BKCIIPECCUY TeHOB Y psiia mpokKapuoT: Mycoplasma
hyopneumoniae, Salmonella enterica serovar Typhi-
murium, Vibrio parahaemolyticus (Lyte, 2014).

Db deKTh KaTeXxoJaMUHOB Ha MUKPOOPTaHU3MBI
JIOITYCKAIOT ABa OOBSICHEHUSI, OOCYXKIaeMBIX B JIUTE-

parype.

IlepBoe: »TH coemMHEHMS CITOCOOHBI XeIaTUpPO-
BaTbh TPEXBaJEHTHOE KeJIe30, OTHUMAs €ro y JaKTo-
deppuHa u TpaHcheppPUHA B KPOBIHOM CBIBOPOTKE U
JIPYTUX OMOJIOTUIECKUX KMIKOCTIX. CBsI3aHHOE Ka-
TeXoJlaMUHaMU XKeJIe30 CTAHOBUTCSI MOCTYITHBIM IS
MUKPOOPraHU3MOB, KOTOpbIE UCIIOJIB3YIOT IS €ro
MEepeHOCca B KJIETKY CIeUAIbHbIC TTEPEHOCYUKU —
cunepodopsl (3HTepOOAKTUH). B pe3yabTate CTUMY-
JIUPYeTCsl POCT KeJe303aBUCUMBIX IITaMMOB E. coli,
Salmonella enterica var. enteritidis, Campylobacter je-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141
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Jjuni, Bordetella bronchiseptica, Pseudomonas aeruginosa,
Listeria monocyfogenes 1 Koaryia3o-oTpUlLIaTeIbHbIX
ctapmiokokkoB (Verbrugghe et al., 2012). ITono6-
HbI MexaHU3M 3¢ deKTa KaTeXxoJaMUHOB MO3BOJISIET
OOBSICHUTD, TOYEeMy MHKYOans 3HTepOOaKTEpHil B
OeqHOl TUTATeIbHBIMU BeElECTBAMU, JIUMUTUPO-
BaHHOI IO XeJie3y cpelie, KoTopasi 10 onpeaeaeHHO
CTEeTIEHU BOCTIPOU3BOAMT YCJIOBUSI B OpPraHU3MeE XO-
35iMHa, MpU A00aBJIEeHUU HOpaApeHaInHa MPUBOAUT
K YBEJMYEHUIO Yuca OaKTepuil Ha HECKOJIbKO ITO-
PSIAKOB IO CpaBHEHUIO C KOHTPOJIBHOM cucTeMoli 6e3
karexomamMuHoB (Lyte, 2011). Yem MeHbIe B3sSTOE
JUJTS TIOCEBA KOJIMYECTBO 0aKTepUaAIbHBIX KJIETOK, TEM
Oojslee 3HAUUTEIbHBI 3(PGHEKTH KaTEeXOJIaMUHOB.
MMeHHO HainyuMeM KaTexoJlaMUHOB B OpraHu3Me
X035IMHAa MOXHO OOBSICHUTH, MOYEMY OUYE€Hb MaJloe
YUCJIO KJIETOK ITaTOTeHHBIX OaKTepuii, Hampumep,
aHTeporeMopparumyeckoro mramma E. coli O157:H7,
OKa3bIBaETCsl JOCTATOUYHBIM ISl TIMIIEBbIX MHpeEK-
muit (Lyte, 2011).

BTropoe ob0msicHeHMe MHTEpHpeTUpyeT 3PPEKTHI
KaTexoJaMWHOB Ha OGakTepuajibHble OOBEKTHI C TO-
3unuii  quorum sensing-kommyHukanum (Clarke
et al., 2006; Bansal et al., 2007). IIpenmomnaraercs,
YTO OHU (PYHKIIMOHUPYIOT KaK aHaJIOTU ayTOMHIYK-
Topa Al-3 u, Mogo6GHO emMy, CBSI3bIBAIOTCSI peLeNTOP-
HbeiMu ructuamHkuHa3zaMu QseC m QseE, kKotoprie
IMMO3TOMY MOXKHO paccMaTpuBaTh KakK (OYHKIIMOHAIb-
HbIE aHAJIOTU PELIENITOPOB 3YKaAPUOTUYECKMX KIIETOK,
XOTSI 110 CBOEiT CTPYKTYpe OHU OTIMYAIOTCS OT pelie -
TopoB sykapuor, G-6enkosB (Clarke et al., 2006;
Hughes et al., 2009). I'eHbl, poncTBeHHbIE TeHY TH-
ctuguHkruHa3bl QseC, oOHapyXeHbl, KpOMe TIpel-
craButesieii ponoB Salmonella v Shigella v Buna Hae-
mophilus influenzae, Taxke y OOJIBIIIOTO YKciIa OaKTepUid,
HE CBSI3aHHBIX C OPraHM3MOM 4eJIoOBeKa, HalpuMmep,
y Erwinia carotovora, Thiobacillus denitrificans, Psy-
chrobacter sp., a Takxe y rpuda Aspergillus nidulans
(IITmaxos, 2009). DTo yKa3pIBaeT Ha BO3MOXKHOE yda-
CTHE TIOJOOHBIX PELENTOPOB B KOHTPOJE Pa3BUTHUS
MUKPOOHBIX COOOIIIECTB.

bakrepuansable penenTopel QseC  dyHKIIMO-
HaJIbHO HAaITOMUHAIOT O(-aIpeHEPTUIeCKIEe PELIETITOPHI
9YKapHroT, TaK KaK UX B3aMOJICMCTBUE C KaTeXOIaMU-
HaMU HOpaJApeHAJIMHOM U aJipeHaJMHOM, a TaKXKe C
Al-3, 6nokupyercsl O-aapeHobsoKaTopaMu (peHTOo-
JaMruHOM, (PeHOKCMOSH3aMUHOM U ITPa303WHOM, HO
He B-anpeHoGI0OKATOpaMu MPOIPAHOIIOM U JlabeTa-
JIojioM y maToreHHoro mtamma E. coli O157:H7, Sal-
monella enterica, Yersinia enterocolitica (Clarke et al.,
2006; Freestone et al., 2007). B yacTtHOCTH, OBLIO
YCTAHOBJIEHO, YTO CTUMYJIUpYIOIllee OeiicTBUE HOP-
ampeHananHa Ha aaresuio E. coli O157:H7 x snurenuio
CJIETION KUIIKY 1 Ha MHTePHAIN3alINIO KJIETOK IaTO-
TeHHOTO IIITaMMa KUIIIeYHON nayoyku B IleiiepoBhl
OJISIIIKY TIpeoTBpallaeTcs peaBapyuTeIbHON o0pa-
0oTKOI1 KuineyHoi TKaHM deHTomamuHoM (Free-
stone et al., 2007; Lyte, 2011).
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B cBete mMemImumxcs MaHHBIX MOXHO IIOJIaraTh,
YTO PpELENTOPHbIE CUCTEMbl MUMKPOOPraHU3MOB
KKT, B3anMomeicTBys ¢ ayromHAyKTopoM Al-3 u
KaTexoJlaMUHaMM, BHOCST CBOM BKJan B OOIIEHME
MUKPOOHBIX KJIETOK MEXKIY CO00M M XMMUYECKMIA
JIMAJIOT MEXAYy MUKPOOPraHU3MaMM1 1 OpPraHUu3MOM-
x03s1smHOM. CTpecCOpHbIE areHTHI 1 (PaKTOPHI, IIOBHI-
IIAIOIIME YPOBEHb CHMHTE3a KaTeXOoJaMWHOB, MOTYT
BJIMSITH Ha KOJMYECTBO, BUAOBOE pa3HooOpa3ue u
dyHK1IMM MUKpoonoThl, oouTaronieii B KKT, a Tak-
K€, BOBMOXHO, Ha KOX€ 1 CIM3UCTBIX IPYTUX YaCTEM
TeJla MJIEKOIUTAIOIINX, BKIodas dyejnoBeka. CuUHTe-
3UpyeMble CUMOMOTUYECKMMU OAaKTEPUSIMU MOJIEKY-
el Al-3, B cBOIO ouyepesb, MOTYT MOOU(DUIIMPOBATH
3(ppeKTOpHBIE CUCTEMBI KJIETOK XO35IMHA U KJIETOK
HacCeJISTIOIINX €ro MUKpOOHBIX coobiecTtB (LlmakoB,
2009). B nnpouiecce 1UTeNbHONR COBMECTHOI 3BOJIIO-
LM OpraHU3Ma-X03sIMHA ¥ €TO0 MUKPOOMOTHI HEiipo-
aKTUBHBIE BEIIECTBA 3yKAapMOTUIECKOTO 1/WIN IIPO-
KapHOTUYECKOTO MTPOUCXOXICHMS CTald, BEPOSITHO,
HeOoOXOAUMOIlI YacThl0 CHCTEMbI OIIOBEIIEHHUS KaK
IUIST KJIETOK XO3SIMHA, TaK M IJIST ITaTOT€HHBIX U OIl-
nopryHuctuueckux oakrepuii (Trueba, Ritz, 2013).

AHTaroHUCTHI aAPEHOPELIETITOPOB U PELIETITOPOB
K J1o¢haMUHYy MPEeACTaBISIIOT MOTEHUIMAIbHBIN MeIu-
IIMHCKU WHTepec. Hampumep, ampeHeprudeckue
AHTarOHUCTBl MOTYT MHTMOWPOBATh 3aBUCHUMBINA OT
Al-3, anpeHaJimHa WIM HOpaIpeHajJnuHa quorum
sensing-KacKaln y MaTOTeHHBIX ITaMMOB F. coli, -
11asi X BO3MOXKHOCTH SKCIIPECCUPOBATH TeHBI BUPY-
JICHTHOCTU. DTU aHTAarOHUCTbI MOTYT CTaTb HOBBIM
KJIacCCOM aHTUMUKPOOHKIX IIperapatoB (Clarke et al.,
20006).

Juamor B cucteMe MHKpPOOMOTAa—XO35IMH, OCY-
ILIECTBJISIEMbII C MTOMOIIBIO KaTeXOJaMUHOB, UMeEeT
JBYHAIIpaBIIEHHBIN XapaKTep, MTOCKOIbKY He TOJBKO
KJIETKM XO3S1MHAa, HO U CaMU MUKPOOPTaHU3MBI aK-
TUBHO TPOAYLUPYIOT 3Ty IPYIITY OMOT€HHBIX aMHU-
HOB. MeTogoM BBICOKO3(hGEKTUBHOMN KUIKOCTHOM
xpomatorpacduu (BOXKX) ¢ ammepomerpuyeckoit
JIeTeKLUUuel ObLIO KOJIWYECTBEHHO OIpelesieHO CO-
JIepKaHne KaTeX0JaAMUHOB B KYJIBTypaXx MHOTUX IIPO-
U 3yKapuoTU4YeCKuX MukpoopranusMos (LlaBkesnoBa
u ap., 2000). Hanpumep, HOpagpeHaluH B KOHLIEH-
tpauusax 0.2—2 MkM mnpucyTcTBoBal B Omomacce
B. mycoides, B. subtilis, P. vulgaris n S. marcescens; no-
¢amuH B konumuectBe 0.5—2 MKM — B OGuomacce
GOJIBIIMHCTBA TECTUPOBAHHBIX IIpoKapuoT. Mx KoH-
LIEHTPALIMU CYIIECTBEHHO IIPEBbIIIAIA TAaKOBHIE B
KpOBU 4eyioBeka, rae comepxurcs 0.1—0.5 HM noda-
muHa u 1—2 HM HopanpenanuHa (Eldrup, 2004).

Ha npumepe GoraToit MmaTpukcoM OakTepumn Ba-
cillus subtilis (BapraHT M) moka3aHoO, 4TO HelpoMe-

IMaTOpHBIE aMUHBI (HOpaapeHaaIuH U 1opaMUH) Co-
JiepKaTcs He BHYTPUKJIECTOYHO, a B MOKPHIBAIOIIEM
KJIETKUA MaTpukce. JJaHHBII (pakT mpeacTaBisieT 10-
BOJI B IOJIb3Y BO3MOXHOM MEXKJIETOYHON KOMMYHM-
KaTUBHOM POJIM 3TUX aMUHOB, MOCKOJbBKY cjaraio-
e MaTPUKC OUOTIOTUMEPHI CITOCOOCTBYIOT TUMPy-
311 HU3KOMOJIEKYJISIPHBIX XUMWYECKUX CUTHAJIOB B
npeneaax KOJOHWM WJIM OMOIJIEHKH. Y OOJBIINH-
CTBa MUKPOOPTAaHM3MOB OOHApPYKEHBLI TaKXKe IIpO-
IYKTBI MeTa0on3Ma (OKUCIUTEIBHOTO Ie3aMIHUPO-
BaHUSI) HEUPOTPAaHCMUTTEPOB — S-TUAPOKCUUHIIOIN-
ykcycHas kuciota (5-TMYK) u nurunpodeHutykcycHast
kucnota (JII'®YK) (LaBkenosa u ap., 2000).

JdodamMuH B MUKPOMOJISIPHBIX KOHLICHTPALYSIX JIe-
TEKTUPOBaH Takxke y M. morganii (2.46 mr/i, ~16 MxM),
K. pneumonia (1.06 mr/i; 6.9 MKM) 1 H. alvei (0.73 mr/n;
4.7 MKM), U30IMPOBaHHBIX U3 PHIOHBIX MTPOIYKTOB
(Ozogul, 2004). HexoTopslie uccienoBaTen yoexae-
HBl B YHUBEPCAJILHOM pacIpoCTpaHEHHOCTH noda-
MHUHA B MUpPE IIPO- 1 3yKapMOTHIECKUX MUKPOOPTra-
Hu3MmoB (Vidal-Gadea, Pierce-Shimomura, 2012).
Y Saccharomyces cerevisiae u Penicillium chrysogenum
OOHAPYXWJIN AOCTAaTOYHO BBICOKME KOHIIEHTpaluu
HopaapeHanuHa: 0.21 u 21.1 MKM cOOTBETCTBEHHO
(LlaBkenoBa u ap., 2000). V B. subtilis HopagpeHaJIMH
¥ 1oaMUH IIPUCYTCTBOBAJIM, B OCHOBHOM, HE BHYT-
PUKJIETOYHO, a CHapY>KM KJIETOUYHOU CTeHKU. B cBeTe
MIPEANOI0KEHNST O KOMMYHMKATUBHON (QYHKIIUU
HEeNpPOTPAaHCMUTTEPOB OHU, BO3MOXHO, CIy>KaT WH-
¢hopMalIMOHHBIMU MOJIEKYJIaMU OrpaHUYEHHOIO pa-
JIyca IEUCTBUS He TOIBKO Y XKMBOTHEIX, TII¢ OHU IIe-
penaloT MH(OpMaIMIO OT HeiipoHa K HeHpOHY, HO U
y IIPOKapMoT.

Hamonenu E. coli (HIuioB u ap., 2009) 6110 no-
Ka3aHO, YTO MaKCUMaJIbHble (MUKPOMOJISIDHEIC)
KOHIIEHTpAllMM KaTeXOJaMWHOB HAaKaIUIMBAIOTCS B
Jar-case pocta KyJbTYpbl, HA OCHOBAaHUU YETO MOXK-
HO MPEINOJIOXUTh, YTO HEIpOMEINaTOPHbIE aMUHBI
SIBJISIFOTCSI CBOCOOpAa3HBIMM TPUITEPAMM, aKTUBUPY-
IOIIMMU POCT U JIeJIeHHE KJIETOK B HavyaJbHOI (haze
OHTOreHe3a MUKPOOHOM KyJILTyphl. DTO COIIOCTaBU-
MO ¢ 3¢ deKTaMM IPYTUX U3BECTHBIX ayTOPETYJISITOP-
HBIX coeauHeHuii. B 6uomacce E. coli, S. cerevisiae,
Bacillus cereus, nakTo0aliII JeTEKTUPOBAIU TaKXKe
JO®DA, KOTOpPBIi1 B XKMBOTHBIX KJIETKAX U3BECTEH KaK
MpPEeIIECTBEHHUK KaTeXO0JaMMHOB, U IIPOIYKTHI
OKMCJIMTEILHOTO Je3aMWHHUPOBAaHUSI KaTeXOoJIaMU-
HOB — ITDYK, roMOBaHUIMHOBYIO KUCIIOTY.

AHanM3 JaHHBIX TATEPATYPHI O3BOJISET IPEAIO-
JIOXHUTb, 4TO IIyTH MeTabojau3Ma HelipoMemauaTop-
HBIX aMUHOB YHUBEPCaJIbHBI 1JIsI IPOKAPUOTUYECKUX
1 BYKapUOTUYECKMX OPraHM3MOB M IIPOTEKAIOT IIO
clenylolle cxeMe:

Tuposzun — JOPA — Hdodamun — Hopaapenaaun

N

ATrdYK — T'oMoBaHMIMHOBAas KMCJIOTA
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¢ ydactueM (EpMEHTOB CHHTE3a KaTeXOJaMUHOB
(rugpoxcuias 1 JeKapOoKcuia3 aMUHOKKMCIIOT) U UX
Jerpagaliii, B YacTHOCTHM, MOHOAMHHOKCHIA3
(MAO). Wmerorcsa maHHBIE O HAIWYMM ITOIOOHBIX
MAO y mukpoopranusmoB. Tak, Sarcina lutea co-
nepxut MAO, KkoTopast crtocodHa OKUCIISTh doda-
MUH, HO He TMcTaMuH U nuamMuHbl (Yagodina et al.,
2000).

Hanuuue Bcex ctanuii IyTU CUHTE3a KaTeXoJaMU--
HOB Y MUKPOOPTaHU3MOB COTJIACYeTCsl C TUIOTE30M,
YTO MEXKJIETOUHAsl CUTHAJMU3alus Y MO3BOHOYHBIX
KMBOTHBIX (BKJIIOYasi Tiepegayy MMITYJIbCOB Yepe3
CUHAITUYECKYIO 111eJIb MeXIy HeiipoHaMu) Obljia pe-
3yJIbTATOM TOPU3OHTAJILHOTO II€peHOCa TE€HOB OT
Mmukpoounotsl (Lyte, 2011).

AHanus KyJabTypalbHOM Xuakoctu E. coli, BeIpa-
IIEHHOW Ha CHUHTETUYECKON MMHEpaJbHOI cpele,
IMoKa3aJl Ha Mo3IHUX (hazax pocta OakTepuii couep-
XKaHWE B Heil HAHOMOJISIPHBIX KOHILIEHTpaluii BHe-
KJIETOYHBIX CEpOTOHMHA, nodaMuHa M HOpaapeHa-
JuHa (IuioB u np., 2009), KOTOPBIX TOCTAaTOYHO
JIUIST CBSI3BIBAHMSI OTUX HEMPOMEIAaTOPOB C COOTBET-
CTBYIOIIMMM  pELEeNITOpaMyd  IHIINEBapUTEIHHOTO
TpaKTa 2KMBOTHBIX MJIN YC€JIOBEKA.

3aciny>XuBaeT BHUMaHUs OOHApYXeHUE B KYJIbType
E. coli, BeIpallieHHOM Ha cpege M-9, mpeniiecTBeH-
HMKa KaTeXO0JIaMUHOB 3,4-IUTnapOoKCcueHUIAIaHN -
Ha (JIO®A), KOTOpPBIii 1eTeKTUPOBAJICSI B MUKPOMO-
JIIPHBIX KOHIICHTpALMSIX KaK B KJIETKaX, TaK U B
KYJbTypaJTbHOMN XMIAKOCTH. MOXHO MPEaIToIOKHUTh,
yto JJOMA BBICTYIIaeT B Ka4eCTBE PETYJISITOPA Tallb-
HETO paguyca OeiCTBYS, a eTo IIpeBpalieHne B moda-
MUH, KOTOPBIH SIBJISIETCSI CTUMYJISITOpOM pocTa E. coli
(AHy4uH u ap., 2008), TpOUCXOOUT BHYTPU MOTJIO-
tuBiieil JJODA kinetkn. M3BecTHBI yke Gosee cTa
JeT eHOMEH COKpallleHUsI Jar-¢a3bl U CTUMYJISIIIAN
npoaudepalud KJIETOK OaKTepualbHON KyJbTYpbl
TOJ BO3IEHCTBHEM OECKIIETOYHOIO CYIlepHATaHTa
KYJbTYpbl 9KCIIOHEHIIMAJIBHOM (a3bl pocTa MOXKET
OBITb OOBSICHEH, HapsSIOy C IPYTUMU YK€ HalTeHHBI-
MM ayTOCTUMYJIATOpaMHU, TakKXKe M BO3ICHCTBHEM
BHeKJIeTouHOro JJODA.

B ommmume ot E. coli, S. cerevisiae HaKaIlTUBall
TOJIbKO BHYTPUKJIETOUHO KaK HElpoMearuaTophl (J10-
¢daMuH, HOpagpeHaINH, a TAK:XKe CEpOTOHMH), TaK 1
MPONYKTHl MX MeTaboan3Ma (rOMOBAaHUJIMHOBYIO
kuciory, AI'®YK). IIpu pocre Ha Goraroii Heiipo-
MmeauaTtopaMu cpene CaOypo KOHIEHTpalMM BCexX
YKa3aHHBIX COEAMHEHUI CHIDKaJIUCh B Mpoliecce
KyJIbTUBUPOBAHUS APOXKKEN, YTO YKa3blBaeT Ha UX
aKTUBHOE TOIJIOIIEHUE U3 CPENIbl KIETKaMU S. cerevi-
siae (ManukuHa u ap., 2010; HIumos, 2010; Oleskin
et al., 2010). Ilo-Bumumomy, HelipoMemIuaTOPHEIC
aMUHBl HE CJIyXaT MEXKJIETOYHBIMU KOMMYHMKa-
TUBHBIMU (paKTOpaMU B TIOMYJISILIUSIX S. cerevisiae, HO
MOTYT Y4aCTBOBaTbh B PETYJISILIMU Pa3BUTHUS JPOKKE-
BBIX KYJBTYp B Cllydyae UX CUHTE3a APYrUMMU KOMIIO-
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HEHTaMM 3KOCHUCTEMbI, MO0 APOXXKW pearupyroTr Ha
9K30Te€HHbIE HEMpOMEaUaTOPHhI.

KaTtexonaMuHBI 1 CEpOTOHUH XUMWYECKU CXOTHBI
C apoMaTUYeCKMMHU cnupTamMu ((PEHWISTAHOIOM U
TpunTodoa0M), GYHKIIMOHUPYIOIIUMU Y . cerevisiae B
KauyeCcTBE  ayTOPETy/JIsITOPOB, KOHTPOJUPYIOIINX
muTonuPepeHINPOBKY OT OAMHOYHEIX KJIETOK K
pa3BeTBIEHHBIM HUTSM (IICEBAOMMUIICIINIO) IIPU JIe-
duLuTe B cpee KyJIbTUBUPOBAaHUS UICTOYHUKOB a30-
ta (Chen, Fink, 2006), 1, BO3MOXHO, BOCIIPUHUMAa-
IOTCSI KJIETKAMM APOXCKEN KaK MX (pyHKIIMOHAIBLHBIS
aHaJIOTH. Y IPOXKeit BBISIBJIEH CTPYKTYPHO CXOTHbBIN
C IIpeNIIeCTBEHHUKOM KaTeXOJaMHUHOB THUPO3UMHOM
ayroperysatop Tuposoin (Chen et al., 2004), oTHOCSI-
IIUIACS K CEMEMCTBY aJIKUIOKCUOEH30JI0B, KOTOPHIE
KOHTPOJIMPYIOT 00pa3oBaHMUe IMOKOSIIUXCS (GopM y
MHOTHUX IIpEeACTaBUTENIENd MPOKAPHOT U Y APONKEI
(Oap-Perucran u ap., 2006).

Bonbiioe 3HayeHUEe MMeeT OOHapyKeHHe KaTeXo-
JIJAMUHOB B KMCJIOMOJIOYHBIX IIPOAYKTaX, (PepMEHTU -
POBaHHBIX ITPOOMOTUYECKUMU OakTepusiMu. Tak, B
pa3JIMYHBIX 00pa3liax Morypra BhISIBJIIEHBI HOpajpe-
HaJuH 1 godaMuH B KoHHeHTpauusax 0.1—2 MKM u
1—10 MKM COOTBETCTBEHHO, TOTJAa KaK B MUICXOTHOM
ChIpbe (LIEJIBHOE MOJIOKO 2.5%-HOii XXUPHOCTH) COIEP-
XKaHue HopaapeHanuHa He mpesbinaino 0.09 MxM, a
nodaMuH nojaHocThio oTcyTcTBOBal. JJOMDA conmep-
KaJjicsl B oryprax B KoandectBax 80—250 MkM, a B
MOJIOKE €TO coaepkaHue He MpeBbiaao 57 MKM
(ZKunenkosa u np., 2013).

3akBacogHbIe IITaMMBbI JakTooanwn (Lactobacil-
lus helveticus 100am, L. helveticus NK-1, L. casei
K311124 n L. delbrueckii subsp. bulgaricus) paznmganich
MPOAYKTUBHOCTBIO KATeXOJIaMUHOB: Ha 1%-HOM MoJIO-
Ke€ WIM cpele C MaHKpeaTUYeCKUM TUIPOIU3aTOM
MoJI0Ka TopaMUH CUHTE3UPOBAIY TOJILKO L. helveti-
cus NK-1 u L. delbrueckii subsp. bulgaricus; Bce
mramMMbl, KpoMe L. casei K311124, oboramanu ode cpe-
Ibl HOpagpeHaJIMHOM. Bce mrTaMmbl 00pa3oBBIBaIM
JO®A, ero MakcuMajbHast KOHLIEHTpaLUs (CBBILLIE
5 MxM) gocTturajgach NpU UCIIOJIb30BAaHUU ILITAMMAa
NK-1 (Oneckun u ap., 2014; Oleskin et al., 2014).
IMockonbky JOPA NpoHUKAET yepe3 KUIIEUHbIA 1
remaTtosHLedanuueckuii oapbep (I'Db) 1 ucnonab3y-
eTcs s edeHus 6ose3Hu [TapkuHcoHa (JlyObIHIH
u np., 2010), 3T pe3ynbTaThl OTKPHIBAIOT ITEPCIEK-
TUBHI MCITOJIb30BaHUSI KMCJIOMOJIOYHBIX IIPOAYKTOB B
kadectBe ucrounmka JODA. Ipomykuus JTODA
BBISIBJIEHA TAaKK€ Y OJHOKJIETOYHOIO Mapa3uThuye-
cKoro nipocreiiiiero Toxoplasma gondii. B Mo3roBoii
TKaHU IIPOMEKYTOYHOI'O X03sIMHA (MBI WUJIN KPbI-
Chl) KJIETKM TOKCOILIa3Mbl IIPEBpaIlaloT TUPO3UH B
JO®A, 3ateM IpeBpalaromiics B 1o¢paMuH, KOH-
LEHTpalKs KOTOPOro B THMMIIOKAMIIe Y1 MUHIAIMHE
Mo3ra yBeJIM4uMBaeTcs nmpuMepHo Ha 14%. B pesyib-
TaTe MOoBeAeHME IPbI3yHa CTAHOBUTCS aKTUBHee, 60-
Jiee TOTO, er0 HaYMHAET IPUBJIEKATh 3a11aX KOIIaubeit
Mouu. Bce 3TO moBhIIIaeT BEpPOSITHOCTH ITO€TAHUS
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3apakeHHOM TOKCOIIa3MOM MBI WA KPBICHI
KOIIIKOI, 4TO MTO3BOJISIET TOKCOIUIa3Me MOTNacTh B Op-
raHU3M CBOETO OKOHYATEJIbHOTO XO3sIMHA — KOIIKU
(Rohrscheib, Brownlie, 2013).

T. gondii ipu MoNagaHUU B YEJIOBEYECKUI MO3T
BBI3BIBACT ICUXMYECKHE HapylIeHus (Opel v TajLTio-
LIXHALIMK; KpOMe TIPOAYKIIUY TTPeAllIeCTBEHHUKA J10-
¢aMmHa, TOKCOIIa3Ma MEHSIET SKCIIPECCHUIO TCHOB,
CBSI3aHHBIX C CUHTE30M JoaMiHa B OpTaHU3ME XO-
3sMHa; Mapa3uT BIUSET Takxke Ha IKCIIPECCHUIO I'e-
HOB, HEOOXOIUMBIX IJISI (PYHKUMOHUPOBAHUS U
IPYTUX HEHPOXMMUIECKMX CHUCTEM B MO3TY, KOTO-
pble 3aBUCSIT OT CEpPOTOHMHA, IJIyTAMUHOBOM U
raMMa-aMUHOMACJSIHOI  KucaoT). Brlpaborka
aHTUTEJI K TOKCOIUIa3Me ITOBBIIIIEHA Y MHANBUIOB C
TSDKEJIBIMU TICUXMYECKUMU PacCTpOCTBaMU, BKIIO-
yast mum3odpeHnio. BelIBMHYTA THUIIOTE3a O POJIU
T. gondii B BOSHUKHOBEHNHU N30 PEeHUN (1151 KOTO-
poii XxapakKTepHbI IOBBIIIIEHHbIE KOHIIEHTPAIIUU 10~
¢amMmHa B GPYHKIMOHAIBHBIX 30HAX MO3ra), a TAKXe,
BO3MOXHO, 1 MAHMAKaJIbHO-IEIIPECCUBHOTIO IICUXO0-
3a (Yolken, Torrey, 2015).

Ha Mopenn 6e3MUKpPOOHBIX MBIIIEH, WHTpara-
CTpajJbHO MHOKYJIMPOBAHHBIX CMECHIO 46 BUIOB KJIO-
cTpunuii rpynn coccoides v leptum (Clostridium-xok-
Teiib), OBLJIO YCTAHOBJIEHO, UTO B IIPOCBETE CICHOM
KUIIKKU colepXaHue nodaMuHa U HOpaApeHaIMHA
MIPEBHIIIAJIO0 TAKOBOE IO BBEACHMS 3TUX OaKTEpPUIii.
I1pu 3TOM B KUIIIEYHUKE KOHTPOJIBHBIX MbIleit 90%
nodamuHa u 40—50% HopagpeHaaInHa HAXOOWIUChH B
CBsI3aHHOM (popMe, B TO BpeMsI KaK Y MbIIIeii ¢ MH-
TPOAYLIUPOBAHHBIMU KiaocTpuausaMu 90% kartexona-
MUHOB HaXOAWJIOCh B CBOOOIHOM, aKTUBHOI (hopMe
(Asano et al., 2012). OcHOBBIBasICh Ha 3TUX HaOJIIOE-
HUSIX, aBTOPbI AEJIAI0OT BBIBOI, YTO MUKPOOUOTA KU-
IIEYHUKA UTPAET BaXkKHYIO pojIb B 00pa3oBaHUU OMO-
JIOTUYECKU aKTUBHBIX (DOPM KaTeXOJaMUHOB B MPO-
cBeTe KumeuHuka (Asano et al., 2012).

HMcrnionb3oBaHWEe NPOOMOTUKOB MMEET OOJIbIIIoe
3HaYCHWE IJIsST TIPOM3BOICTBA KAaTeXOJIAMUHOB, BBI-
3bIBACT M3MEHEHMS B HEPOXUMUUYECKUX TTpoleccax
KUIIEYHUKA 1 MUKPOOUOME BBICILIMX KUBOTHBIX.

ILlInpoko pacIpocTpaHEHHBI KJacc MeTalIo-
¢depMEeHTOB MO3BOJISIET KUILIEYHBIM MUKPOOAM MeTa-
60JIM3NPOBATh KaTeXOJIAMUHEI, TIOJIyIeHHBIE M3 Op-
raHM3Ma XO03sIMHAa 1 pallMoHa MUTaHus. B kuimeuyHu-
Ke yesoBeKka Oakrepust Eggerthella lenta mpousBonut
¢depmenT Dadh, KoTOpbIit MOXET METa0OJIM3UPOBATh
nodpaMuH. DTO MMeeT 3HA4YeHHME IJISI B3anmMoOIeH-
CTBUSI MKy MUKPOOMOMOM KMILIEUHUKA U HEPBHOI
CHCTEMOM M Hepa3phIBHO CBSI3aHO CO 3MOPOBHEM Ue-
snoBeka (Maini Rekdal et al., 2020).

B3AI/IMO,Z[EI71CTBI/IUE KATEXOJJAMHWHOB
C HEPBHOUM CUCTEMOHA

Karexonamuubsl godaMuH M HOpaIpeHaJIuH OT-
HOCSTCS K YUCIY BaKHEUIIUX HEipoOMeauaTOpOB U B
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TO XK€ BpeMsi TOPMOHOB (HOpaIpeHaJIuH — TOPMOH
HaANOYEYHUKOB, NoaMUH — HEMPOTrOPMOH T'MIIOTa-
JJamyca). AIpeHaJluH — TOJIbKO TOPMOH HaOIlo4ey-
HUKOB, HO, BEPOSITHO, HE HEMpoMeauaTop, B OTJIM-
Yre OT KOMOMHUPYIOIIETO TOPMOHAJILHYIO U HEelpo-
MEOUATOPHYIO HArpy3Ky HOpaapeHajJMHa. YPOBHU
KaTeX0JIaMIHOB B KPOBU ITOBBIIIAIOTCS IIPU CTPECCO-
BBIX cOCTOSIHUSIX. DYHKIIMOHAJIBHASI POJIb KaTeXoJia-
MUJHOB B OpraHM3Me CBsSI3aHa C aKTUBALMeil CUMIIaTH -
YeCcKoil yacTu nepudepndecKoili HepBHOM CHUCTEMBI,
TOTOBSIIEH OpraHU3M K peajn3alry peakluii Tuna
oeii-unu-6eru (fight-or-flight response), 4yto comnpsi-
KEHO C YCKOPEHUEM CEePIeYHOIO PUTMA, YCHICHUEM
COKpallleHUid MUOKap/ia 1 MOBBIILIEHUEM apTepUalb-
Horo naBlieHUsI. KarexojlaMrUHBI BBITTOJIHSIIOT TaKsKe
oostee cneumdpuaeckne pyakaonu. Hampumep, noda-
MUH CIIOCOOCTBYET BazoAuiaTallud — PaCIIAPEHUIO
KPOBEHOCHBIX COCYHOB (IIpX1 HEBBICOKMX KOHILICHTpA-
LI1$1X), BEI3BIBAET MOBHIIIEHNE CEPASUYHOTO BHIOpOCa,
yJIy4lliaeT KpOBOTOK, CTUMYJIMPYET pachal IIIMKore-
Ha, 9KCKpELUI0 MOHOB HATPUS U BHIACICHUE MOYU
MMOYKaMU, TIOJABISIET CEKPELINIO MHCYJIMHA ITOIKEeITy-
JIOYHOH KeJIe301 M KUIIeYHYI0 MOTOpuKy (Bronwen,
Knights, 2011). KaTexoslaMMHBI y4acTBYIOT B OOIIEi
PETYISILIMU SHAOKPUHHOM cucTeMbl. OHM TakXke 3a-
JIeACTBOBaHbI B KOTHUTUBHBIX IIpolieccax, B hopMu-
poOBaHMU TaMsTH, 3MouLuit (ABepuHa, JlaHWUJIEHKO,
2017; Oleskin et al., 2017a).

AKXTUBHOCTH mopaMiHa OOYCJIOBJIEHA €r0 CBSI3bI-
BaHueM ¢ D-peuenrropamu 1situ rmoatunoB (D1-5),
KOoTopble conpsikeHbl ¢ G-0enkamu. Peuentopsl D1
u D5 aktuBupyloT, a peentopbl D2—4 nHruOupyior
aleHWIAaTUMKIIa3y, COOTBETCTBEHHO ITOBBIIIAS WA
MOHMXAasl YPOBEHb BHYTPUKJIETOYHOTO LIUKJINYECKO-
ro ageHo3nHMoHodocdara (MAM®D). HenaBHo omnu-
CaHHBII HOITOJMHUTENbHBIN peuentop TAARI (trace
amine-associated receptor 1) TakxKe IeiicTByeT Ha aK-
TUBHOCTb BHYTPUKJIETOYHOM  ameHMWJIATIMKIIa3bI
(Grandy et al., 2016). IIpeo6nanatoT peuentopsl D1,
COCTaBJISIIOIINE OKOJIO % BCeX JO(PaMUHOBBIX pelieTl-
TOPOB B opraHusMe 4yejioseka (AyobrHuH u 1p., 2010).

HodamuH Kak HelipomenuaTop LIHC BripabathI-
BaeTCs HEPBHBIMM KJIETKAMM 30H CTBOJIa MO3ra —
yepHOIi cyocTtaHuu (substantia nigra) 1 IIOKPHIIIIKU
CpEeIHEro Mo3ra, a TAakKKe B Pa3JIMYHBIX siApax TUIl0-
tanamyca (JyowsmHun u ap., 2010). Beinenenue noda-
MMHAa HEWpOHAMM BEHTPaJbHOM YaCTU MNOKPBIIIKU
BEIET K UX PaCIIPOCTPAHEHUIO 10 aKCOHAM B IIpuUJIe-
Xallee SiIpo TUIloTajamMyca U B Hpe@pPOHTaJIbHYIO
Kopy (Me30IMMONYEeCKU 1 ME30KOPTUKAJIbHBIN My~
T™H). DTUMU NYTIMU TodaMUHepruyeckast cucremMa
MO3ra CIIOCOOCTBYET aKTMBHOMY OOJIPCTBOBAaHUIO U
MMOMCKY MHTEPECHBIX 3aHITUM U YIOBOJbCTBUI (Te-
JOHUCTUUYECKOMY MOBeAeHUI0). JJohaMUH BOBJIEUEH
He TOJILKO B MOTHUBALIMIO MOJYYEHUS YIOBOJIbLCTBUIM,
HO 1, Hapsay ¢ onmmouaamMu (4epe3 CTUMYJISIIIUIO X
BBIJICJICHMSI ), B CaM aKT HaCJIaXXAeHUSI BKYCHOM €10,
JMO0OBHOI Urpoit mim BumeopoankoM (Arias-Car-
rién, Poppel, 2007). Yxe npenBKylleHde TOTO WIU
ToM 141
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MHOT'O BO3HATIPaXKIEeHMS BeAET K ITOBBIIICHUIO YPOB-
H$1 fopaMrHa B MO3TY, U MHOTHE HAPKOTUKU CTUMY -
JIMPYIOT BbIAENeHUEe JodhaMUHA WIN OJIOKUPYIOT 00-
paTHoOe IIOTJIoNIeHHe Mo(aMHHa BBIICIUBIINM €ro
HelipoHoM. YacTth nodaMUHEPTHYECKON CUCTEMBI
MO3ra — yepHasi CyoOCTaHIIMsI — MMeeT KJII0ueBOe 3Ha-
YyeHue IJIsI MOTUBAllMKU M 3MOILMOHAJIILHOM pPEerys-
LIM1 MaTepUHCKOro nmoseneHust (Mapkos, 2011).

HamomHaMM, 4TO IpenniecTBEHHUKOM nodaMuHa
cayxut JJODPA, criocoGHbII MPOXOIAUTH Uyepe3 bapbep
MEXIy KHUIIKON 1 KpoBOTOKOM u ['Ob. D10 mpen-
CTaBJISIET MHTEPEC B paMKaX MOHUMAaHUSI OCU MUKPO-
OMoTa—KUILIEYHUK—MO3r, MO0 BbIpabaThIBaIOLINE
JO®MA MUKpOOpPraHU3MEI KaK MPOOUOTHYECKUE
(naKToOalMIUIBI), TaK M IIOTEHIIUAIBHO MAaTOT€HHbIE,
Bkmouast Bacillus cereus (IIumos, 2010; Oleskin et al.,
2010), MOTYT BBI3BIBATh Y KOHTAKTUPYIOILIETO C HUMU
WHIWMBUIA COCTOSIHUE 31(opuM B pesyjbTaTe Mpe-
BpaiieHus1 MUKpooHoii JJOMPA B nopaMuH B MO3TY.
Takas siicpopusa OymeT 0cCoOeHHO IIpuMedaTeIbHOM B
ciyJae TaToreHHbIX mpoayiieHToB JJOMA, TToCKOb-
Ky OyIeT pa3BUBaThCs Ha (poHEe OaKTepualbHOM MH-
dexnK 1 yXyIIeHHOTo 00111ero cocTossHus. [10BbI-
IIEHHOE HAacTPOeHNe OOJILHOTO Ha (pOHE TITOCTHOM
CUMIITOMATUKY 3a00JIeBaHUSI MOXKET MTOKAa3aThCsl Ma-
pamoKCaabHBIM.

HodaMuHepruueckue HEUPOHbI YyYacTBYIOT B
MOJJIeP>KaHUN YPOBHS ABUTATEIbHONM aKTUBHOCTH U,
KpOME TOro, ITO3BOJISIOT 4YeIOBEKY (KMUBOTHOMY)
TOYHO BBITIOJIHATh MPOW3BOJIbHBIE IBUXKEHUSI, TMO-
NaBJsist Hempou3BosibHbIE. [1o Mepe TOBbIIEHUS aK-
TUBHOCTU LlO(I)aMI/IHCpFI/I‘{GCKI/IX CUCTEM MO3ra CHU-
JKaeTcsl TIOpor aKTUBALMY TSI peayiu3aliiu pa3inyd-
HbIX (oOpM JBUTaTeIbHOTO ToBeaeHus. YyBCTBO
TMOKOCTU U JICTKOCTU, pagoCTb OT CHATHUSA YCTaJIOCTH,
BO3HUKAIOIIME TIpU aKTUBalMM nodaMUHEpruye-
CKMX CUHAIICOB, YaCTO CBSI3aHbI C YIOBOJbCTBUEM,
nmojgydya€MbIM, HallpuMeEp, OT TaHLA M CJOXKHbIX
CHOPTUBHBIX YIIPaXKHEHUIA.

JodamMuH Takke HEOOXOIUM IJIST IIePEKITI0YSHUST
BHUMAaHMSI C OTHOTO 3Tarla KOTHUTUBHOM IEeSITEIbHO-
CTU Ha ApYroi.

Jeduuut nodamrHa B GYHKIIMOHAJIBPHO BaXKHBIX
30HaxX Mo3ra (oOOoHsTe/lIbHAasT U 3pUTeSIbHAsI Kopa,
JIOOHAasI KOopa, MUHIAJIEBUIHOE TEJIO, TAJlaMyC U TH-
MoTajaMyc U Ip.) BEIET K allaTUM U IToTepe MHUILIU-
aTuBHbI, OoJiee Cepbe3HbIN NedUIUT — K TOJIHOI He-
BO3MOXXHOCTHU COBEPIIUTH aKTUBHOE IeMCTBUE, TaK
YTO JIMIIIEeHHAasd JogaMrHa Kpbica TOHET B Boje. 3a-
TPYOHEHHBIN 3alyCK IBMKEHUI (aKMHE3Us ), YCU-
JICHHBIII MBIIIIEYHBIN TOHYC (pPUTUOHOCTH), ApOXKa-
HHE KOHEUHOCTEeH (TpeMop) M HaBI3UYMUBEIE TTOBTO-
psolIrecs IBUXEHUST XapaKTepHbl s O0Jie3HU
ITapkuHCOHa, Ipy KOTOPOIX TMOHET OOJBIIMHCTBO
obpasyrommx modpaMrH HelpoHOB substantia nigra.
IIpenapatrsl, TOBBILIAIONIME YPOBHU AodamMuHa B
MO3TY, SIBJISIIOTCS CTUMYIATOpaMHM (PU3MUIECKOl U
IICUXUYECKOM aKTUBHOCTHU YeJIOBEKAa, HEKOTOPHIC 13
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9TUX TIpenaparoB NpUoOOpeSu TakKxKe CTaTyCc HapKo-
TUKOB (Hampumep amdeTaMUHbI, CTUMYJIUPYIOIIE
BblIeJIeHUe NoaMuHa B CUHAIITUYECKYIO 11IEJIb).

HeitpoMenuatopHass (yHKIIMST HOpaapeHaJIMHa
CBsI3aHa C aKTUBAllMEN MO3Ta, MOBBIILIEHUEM YPOBHS
JIBUTaTEJIbHOI aKTUBHOCTU M arpeccUBHOCTHU (yObI-
HUH u 1p., 2010). HeiipoMmenuaTopHOE 1 TOPMOHAJIb-
HoOe JeliCTBUE HOpaJapeHaluHa (U TOJbKO TOpMO-
HaJIbHOE — aJpeHaJInHa) O0YCJIOBJIEHO CBSI3bIBAHUEM
METabOTPOIHBIMU O- U -pelentopamMmu. O.-perer-
TOPBl BKJIIOYAIOT MOATUN 1, KOTOpBIK, CBsI3bIBast
HopaApeHaJIuH, akTuBupyeT pocdonumnazy C u 1mo-
BbILLIAET BHYTPUKJIETOYHbIE KOHLEHTpAllUu WHO3U-
TosTprudocdaTa 1 MIOHOB KaIbIUS, M HOATUII (L2, KO-
TOPBIN (PyHKLIMOHUPYET Yepe3 UHIMOMpPOBaHUE ajie-
HUJATIWKIIA3bl W IIOHIDKeHWE YpoBHS UTAMO.
Peuieniropst B-tuna (moarumnst B1, B2, B3) cBsizaHbl ¢
G-6enkaMyu M, HAINPOTUB, aKTUBMPYIOT aJcHUJIAT-
LMKJIa3y TIPU CBSI3bIBAHUU HOpaJapeHaluHa.

B mo3ry HOpanpeHaJaIuH B OCHOBHOM BBIpaOaThI-
BaeTcs HelipoHamu roiyooro msatHa (locus coerule-
us), JlaTepajibHOM PETUKYJISIpHON hopMalluM, Mpo-
JIOJITOBATOTO MO3Ta M SIep OOWHOYHOIO TpakTa
(bonnmwipeB u ap., 2010); ux akcoHbI OPMUPYIOT CH-
HarIChl B OOJIbIION KOHIIEHTPAIIMU B pa3HbIX OTAEIaX
IIHC, B ToM umciie B Kope MO3Xe4uKa 1 OOJIBIINX 10~
aymapuii (Iyostnua u gp., 2010). HopanpeHnanux
YCUJIMBAeT KPOBOCHAOXEHWE MO3ra, aKTUBUPYET
o6onpcrBytonryio ITHC (Topmo3s LIeHTpHI CHa), I10-
BBIIIAET IBUTATEJIbHYIO aKTMBHOCTb, CHIDKAET Tpe-
BOXXHOCTb M MOBBILIAET arpeCCUBHOCTb, YYaCTBYET B
pa3BUTHHU SMOLIMI a3apTa 1 yIOBOJBLCTBUS OT pUCKa,
a Takke B mpoilecce odyuyenusi. HopanpeHanuH Ha-
3bIBAalOT TOPMOHOM SIPOCTU, TaK KakK B pe3yJibTaTe
BBEIOpOCa B KpOBb HOpaJpeHaJIMHa BCeTaa BO3HUKA-
€T peaklns arpecCcuu, 3HaUMTEIbHO YBEJIMUNBACTCS
MblllleyHast cuia. HopaapeHaauH cHocoOCTBYyeT
OOUTEILHOCTH, CTUMYJIMpPYET 3allOMUHAHUE WH-
¢dopMannu U ee U3BJICUYCHHUE U3 ITaMSITH, TAKXKE YCU-
JIuBaeT OECIIOKOMCTBO M TPEBOXHOE IIOBEACHUE.
HopanpeHnanuH nmpuHUMaeT y9acTUe B peaan3aluu
peaknuit Thuna oei-nan-0ern, yCKopsist cepacuyHbIi
PUTM, MOBBIIIASI KPOBSIHOE JaBJIeHUES, CTUMYJIUPYS
BBIXOJ TJIIOKO3BI M3 IEHO B KPOBOTOK, MOBBIIIAS
KPOBOCHA0XXEHNE CKEJIETHBIX MBIIIIIL 1 B TO K& BpEeMsI
CHIXas1 KpoBOTOK 4epe3 cocynbl KKT, 3amemisis
NEepUCTAJIBTUKY KAIIIEUHNKA 1 TTOABIISISI OIIOPOXKHE -
HHE MOYEBOIO My3bIPsI. DTO OKa3bIBaeT BIMUSIHUE HA
ycaoBusl pukcauuu Mukpoouotsl B KKT (Hanmpu-
Mep, CIIOCOOCTBYS aAre3ur MUKPOOHBIX OMOILICHOK
K KieTkaM snutenus). HopanpenanuH pacimpsiet
3pavyoK M YCWJIMBAET YBJIaXHEHMWE IJla3da CJIE3HOM
XKUIKOCTBIO.

HeiicTBre HOpaapeHaJINMHA, a TAKKe €r0 METHIIH-
POBAaHHOTO TIPOM3BOMHOTO aApeHAJIMHA Ha Cephalle
CBSI3aHO CO CTUMYJTMPYIOIIMM €ro BIUsTHUEM Ha [3-aji-
peHopetentopbl (3-AP) cepmeyHOI MBIIIIBI, YTO
MMPUBOIUT K YBEJIMYCHHIO CEpAeYHOrOo BBIOpoca M
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YCKOPEHMIO CepAeYHbIX coKpalleHuii. ['opMoHaib-
HOE BJIMSTHUE HOpaJpeHaJInHa Kak (paKkTopa cTpecco-
BOTO OTBeTa JOIOJIHSIETCS €ro HEMPOTPaHCMUTTEP-
HBIM 3P deKToM, HaIIpaBICHHLIM Ha MOOMIN3AIINIO
MO3ra Ipu cTpecce. YpoBeHb HOpaJpeHaarnHa B MO3-
Iy, OCOOEHHO B 30HE roJly0oro nsTHa, MUHUMAaJIEH BO
BpeMs cHa (OITycKasiCh TIOUTH /10 HYJISI BO BpeMsl CHa
co cHoBuaeHussMu — REM-cHa) u Bo3pacTaeT B
o6onpcrBylonieM cocrostHuu (Berridge et al., 2012);
JIOTIOJTHUTEJIbHbIE KOJMYECTBa HOpaJapeHaluHa BbI-
NEJISIIOTCS MPU BO3JEUCTBUM CTPECCOPHBIX (haKTO-
pOB, MpHU IIOKEe, TpaBMaX, KPOBOMNOTEPSX, OXOTrax,
TPeBOTre, CTpaxe, HEPBHOM HaIPSI>KEHUU;, NPU CUJIb-
HOM CTpecce CYIIECTBEHHOE 3HauyeHUe MpUuoOpeTeT
obe30oMBalollee (aHaJIbreTUIecKoe) AeHCTBUE HOP-
anpeHanuHa (JyosrHuH u ap., 2010).

B3AMMOJIEUCTBUE KATEXOJAMHUHOB
C UMMYHHOW CUCTEMOM

MMMyHOIMTHI pearupyoT Ha OMOreHHbIE aMUHBI
U B TO K€ BpeMsl CUHTE3UPYIOT U BBIAEISIOT 3TU CO-
enuHeHusi. CpenM peuenTopoB K KaTexojJaMUuHam
MMMYHHbIC KJI€TKM B HaMOOJbIIEH CTEIeHU OSKC-
npeccupyiotr 32-AP. OtBeT MakpodharoB U1 MOHOLIM-
TOB Ha [32-AP-CTUMYJISILIMIO HOCUT B OCHOBHOM ITIPO-
TUBOBOCTIAJIUTEbHBIN XapakTep. JJeHIpUTHBIC KIIeT-
KW, OTBETCTBEHHbIE 3a TMPE3CHTALIMI0 AaHTUTEHOB,
aKCIpeccupyroT Kak o-AP, Tak u 3-AP. ITpu atom a-AP
paccMaTpuBalOTCs TIPEMMYIIECTBEHHO KaK PELENTO-
pBI, CBSI3aHHbBIE CO CTUMYJISILMEN UMMYHHOIO OTBETA,
Torma Kak B3ammoseiicteue ¢ B-AP, ckopee, compo-
BOXIIA€TCI WHTMOMPOBAHWEM AKTUBHOCTU WUMMYH-
HOIi CUCTEeMBbI 1 Pa3BUTUSI BOCHAIUTEIbHBIX TTPOLIEC-
COB.

DKCMO3ULUS IEHAPUTHBIX KJIETOK B TPUCYTCTBUU
HOpaJIpeHaJnHa TIIOC/Ie CTUMYJISIIUM aroHUCTaMU
Tomn-1mogoOHBIX pelenTOPOB IIPUBOAUT K CHIKE-
Huto cekpeuyu 1L-12, a Takke I1L-6, TNF-o, 1L-23
U noBblilieHUto cekpelmu 1L-10 u, Kak cineacrsue, K
MOTeHLIMAJIbHOI MMMYHOCYIIPECCUN U HapyILIEHHOMY
Thl-npaiiMmunry. BeneactBue aToro HopaapeHaauH
MOXET BHOCHUTH BKJIAI B CTPECC-MHIYLUMPOBAHHYIO
nporpeccruio Th2-accommMpoBaHHBIX 3a00JIEBaHUM
(HampuMep, pasjuyHble ajlJlepruuyeckue TMaTojio-
run). [pumenenue [B2-AP-aroHHUCTOB, HANpPOTHUB,
MOXET MMETh yCIIEX B T€panuy MPEeUuMYIIECTBEHHO
Thl-omocpenoBaHHbBIX 3a00jieBaHU (HAIIpUMeEDP
paccessHHBIN ckiepos, auaber 1 tuma) (Cosentino,
Marino, 2012). KatexonamuHsI (B TOM 41CjIe HOpa-
peHaJIMH, aipeHaJIuH, 1o(aMUH) TaKXKe MOTYT CUH-
TE3UPOBATHCS PA3IMYHBIMA UMMYHHBIMU KJI€TKAMU.
CuHTE3 1 MeTabOJIM3M 3TUX COSANHEHWIA B UMMYH-
HOIi cucteMe OJM30K TaKOBBIM B KJIETKaX Helpory-
MOpaJIbHOM cucTeMbl. I Te M Ipyrue KiIeTKU KC-
MIPECCUPYIOT TUPO3UMHIUAPOKCUIIA3y, a TakKxKe dep-
MEHTHI JIs1 Aerpagaluu KatexodamMmuHoB — MAO u
karexon-O-Metuntpancdepasy (Jiang et al., 2006;
Cosentino et al., 2013).

YCITEXY COBPEMEHHOM BUOJIOTUH

[Ipenmoiaraercs, 4To CeKpelrsl HopaapeHaarnHa
B MMMYHOLIMTAX SIBJISIETCS aLIETUJIXOJWH- U Kajlb-
LUii-3aBUCUMOI, ITOHOOHO XpoMadOUHHBIM KJIET-
KaM Haano4yedHuKoB (Jiang et al., 2006). JTlodaMUHOBBIE
peLenTopbl 3KCHPEeCCUPOBaHbl Ha ITOBEPXHOCTU BCEX
KJIETOK MMMYHHOI crcTteMbl (Bkimodast T- u B-mumdo-
LIUTBI, ACHAPUTHBIE KJIETKI, MaKpoaru, HeMTpoMuIbL,
NK-xnerku, T-peryasaropHbie kieTku) (Cosentino
et al., 2013). AyroummyHHbIe T-KJIeTKU, JTeiikeMuue-
ckue u muMGOoMHBIe T-KIIeTKM TakKe 3KCIIPECCUPYIOT
nodaMuHOBEIE pelienTophl. JodaMuH ykKe B JOCTa-
TOYHO MaJIbIX KOHLEHTpauusx ~10~% M urpaet Bax-
Hble ayTOKPUHHYIO M mapakpuHHywo posu (Levite,
2016). [TpoTUBOBOCIIANMTEIBHOE ACUCTBUE JODaMU-
Ha TIIPOSIBJISIETCST B BHUIE MoOHaBiIeHMUS (OYHKIIUIA
MakpodaroB. Tak, Ha MOJEIN MBILLIMHBIX IEPUTOHE-
aJIbHBIX MaKpodaroB yCTaHOBJIEHO, 4TO ToaM1H NH-
rIoMpyeT cCMHTEe3 akTuBaTopa BocrtasieHns I1L-12p40 B
OTBET Ha 0akTepuanbHbIi LPS-aHTUTeH 1 ycuiiuBaet
MIpOoAYyKIINIo noaasJstoniero Bocnajaexnue 1L-10 (Op-
JoBa u np., 2012). JlodpamMmuH TakKe y4acTBYET B Cy-
npeccur akTuBuMpoBaHHBIX T-kietok (Cosentino
et al., 2013).

OnyO0arKOBaHO 3HAYUTEIbHOE KOJIMYECTBO JaH-
HBIX, CBUJIETEILCTBYIOIIUX 00 UMMYHOCTUMYJIUPYIO-
meM aeiicteuu gogamuHa. Tak okaszanoch, YTO J10-
¢damMuH cnocobeH aKTUBMPOBATb IMOKOSIIMECcs/Ha-
nBHble T-ximetku. Y HauBHBIX T-TMM@POINTOB
nodamMuH dyepe3d D2/D3-perientopbl CTUMYJIUPOBAI
anaresuio K (pudbpoHexkTunHy. [lomrmo 3Toro, B3auMo-
neiictBys ¢ D2/D3- u D1/D5-peuentopamu 3TUX
JuMdonunToB, 10PaMUH MOT CTUMYJIUPOBATh CEKpe-
o TNF-o u IL-10 (Cosentino et al., 2013). AKTu-
BalMs ITOKosIIMXcs T-KIeToK JopaMUHOM peaan3y-
€TCsl KaK IMyTeM MpsSIMOro Ha HUX BO3AEHCTBUS, TaK U
yepe3 MHTUOMpOBaHUWE aKTUBHOCTU T-peryisitop-
HBIX KJIETOK (T,). Tyeo-KIETKM UTPAIOT BAXKHYIO POJIb
B MMMyHocynpeccud. OHU UMEIOT N0(aMUHOBBIE
peuenTopbl U MMEHHO Yepe3 HUX 3TOT KaTeXoJaMUH
y4yacTBYeT B ayTOKPUHHOU UM MapakpUHHOI peryJisi-
117070 P

Ipu nopamuHoOBOM cTuMysiiu D 1-petienropoB y
T-peryasaTopHbIX KJIETOK YeoBeka (CD4+CD25 hieh)
MPOUCXOAUT TOJaBJIeHEe UX UMMYHOCYIPECCUBHO
AKTMBHOCTH, U CHKaeTcst mpoaykiwst IL-10 u TGF-B
(OpnoBa u ap., 2012). Bynyuu cympeccopoM MMMYy-
Hocynpeccuu, 1oaMuH CITOCOOEH MPOSIBISATh aKTH -
BUpYIOlllee IeiicTBMe Ha MMMYHHEIN orBeT. Ilom-
TBEPKACHUEM 3TOMY SIBJISIETCS TAKXKe MHTMOMpPOBa-
Hue godaMUHOM (PYHKIMI BTOPOro BaKHEMIIIETO
KJIETOYHOTO KOMIIOHEHTa UMMYHOCYIIPECCUU — CY-
MPECCOPHBIX KJIETOK MUEJIOUTHOTO MPOUCXOKIACHUS
MDSC (myeloid derived suppressor cells). Mccaeno-
BaHU IMOKa3aJiu, YTo JopaMuH, neiicTByst Ha D1-pe-
nentopsl MDSC, B 3HaUNTETEHOM CTEIIEHN HUBEJIN -
pyeT UX CyNmpecCOpHYI0 aKTUBHOCTh B OTHOLICHUU
npoaundepauny U cekpeuun T-KIETOK, YCUINBasl, B
YAaCTHOCTHU, TTPOTUBOOMYXOJIEBBIII UMMYHUTET. DTOT
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3¢ PeKT nodaMTHa CBI3BIBAIOT TAKXKE C €T0 IIPOTH-
BOBOCHAIUTENLHEIMU cBoiictBamu (Levite, 2016).
Kak n3BecTtHO, DoaMUH SIBISIETCSI OMHUM U3 MEI1-
aToOpoOB cYacThsl. UMMyHOMOIYJIMPYIOIINE CBOCTBA
nodaMmHa MOTYT OBITh KOMITOHEHTaAMHM €ro 0jaro-
TBOPHOI'O BIMSIHUS Ha IIO3UTUBHBLIE SMOILMOHAJIb-
HBIE TIPOSIBIICHUS YeI0BeKa.

3AK/TIOYEHHME

Kuiieynesle 6akTepuun cogepxkat (epMeHThI, Me-
TaboJIM3UpYIOlIe HEpOMeIuaTopbl. DTO UMEET Cy-
LIECTBEHHOE 3HAYCHUE IJISI B3AUMOIEHACTBUS MEXIY
MUKPOOMOMOM KUIIIEYHUKA U HEPBHOU 1 UMMYHHOI
cucremMamu yenoBeka. HelipomeanaTopsl criocOOHBI
BBICTYIIaTh B KadyeCTBE MUILEBBLIX CyOCTpaToOB, 3(@-
¢dexkTopoB, KodaKTOpoB, YTO Hauboyiee BaXXHO B
KOHTEKCTe UX BO3IeHCTBUSI HA MUKPOOHBII KOHCOP-
LIMYM U Ha OpraHu3M xo3siuHa. OHU SBJISIIOTCS BaX-
HBIM BHUIAOM METAOMOTHUKOB, TIPEACTABIISIIOIINX
CTPYKTYPHBIE KOMIIOHEHTBI MUKPOOPTaHU3MOB, WX
METa0O0IMUThI U CUTHAJIbHBIE MOJIEKYJIbI C OTIpE/IeJIeH-
HOM XUMHUYECKOUN CTPYKTYPOiIl, KOTOpPbIE MOTYT BO3-
JIEAICTBOBATh HA OPTaHU3M XO3SWHA, HA €TO MUKPO-
9KOJIOTUYECKYIO, HEPBHYI0O I UMMYHHYIO CUCTEMBI,
YTO UCKITIOYUTEITBHO BaXKHO IJISI MEIUIIUHBI, TICUXO-
JIOTUU U OUOTEXHOJIOTUH.

KOH®JIMUKT MHTEPECOB

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBUU KOHCI)JTI/IKTa MHTEPECOB.

COBJIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrosimas cratbsd He COmepXUT KaKUX-JIM00 MCCIIe-
JIIOBaHUWI C y9acTHEM JIIOJIeii Y SKMBOTHBIX B Ka4eCTBE 00b-
€KTOB HUCCJIELOBAHUIA.

CIINCOK JIMTEPATYPbI

Aeepuna O.B., lanusenxo B.H. MUKpoO61oTa KUILIEYHUKA
YeJI0BEKA: POJIb B CTAHOBIEHUN W (PYHKIIMOHUPOBA-
HUM HEepBHOM cucteMbl // Mukpobuosnorus. 2017.
T. 86 (1). C. 5-24.

Anyuun A.M., Qysenes J[.U., Kuposckas T.A., Oneckun A.B.
JleiicTBrEe HelipoMearuaTOPHBIX MOHOAMMHOB Ha PO-
CTOBBIe Xapaktepuctuku Escherichia coli K-12 //
Mukpo6uosiorus. 2008. T. 77. Ne 6. C. 758—765.

bonovipes A.A., Ewmenxo H /., Haroxa B.A., Kaiieapsiine E.U.
Heitpoxummsa. M.: Ipodga, 2010. 400 c.

Ipuyaii O.b. TloBeneHue HACEKOMBIX: pOJIb OMOTeHHBIX
amMuHOB. M.: Anbtekc, 2017. 182 c.

Jyovinun B.A., Kamenckuii A.A., Canun M.P. Perynarop-
HBIE CUCTEMBI OpraHmn3Ma yejioBeka. M.: JIpoda, 2010.
365c.

Kunenxosa O.I., Illendepos B.A., Knoom I1.M. u dp. Mo-
JIOYHBIC TIPOAYKTHI KaK IOTEHIIUATBbHBIN MCTOYHUK

COCMMHEHUM, MOANMDUILIMPYIOIINX ITOBEACHUE TOTPe-
oureneit // Monou. npom-1b. 2013. Ne 10. C. 45—49.

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 1

Manukuna K. JI., lluwoe B.U., Yyseaés /I.U. u dp. Peryns-
TOpHasl poJib HEMpOMenaTOPHbIX AMUHOB B KJIETKax
Saccharomyces cerevisiae // Tlpuxki. OMOXUM. MUKPO-
6uoi. 2010. Ne 6. C. 672—677.

Mapkoe A.B. DBomonus yenoseka. KHura 2. O6e3bsiHBblI,
Heiliponsl u ayma. M.: Corpus, 2011. 512 c.

Oneckun A.B., Kunenkosa O.I., Illendeposé B.A. u dp. 3a-
KBaCOYHBIC KYJBTYPhI JIAKTOOALIMII — IPOAYLIEHTHI
HelipoMeaaTopOB: GUOTeHHBIX AMUHOB 1 aMUHOKMC-
JIoT // Monou. mpoM-Tb. 2014. Ne 9. C. 42—43.

Opaosa E., [lawenxoe M., lagvidoeckas M. u dp. Ponb no-
¢daMuHa B perysiiuy B3aUMOIEHCTBUS HEPBHOUN U
MUMMYHHOI CHCTEM TIpM pacCesiHHOM cKJiepose //
KypH. HeBpoi. ncuxuarpuu. 2012. T. 112 (2). C. 34—
40.

1Llaskenosa E.A., bomeunko U.b., Kyopun B.C., Oneckun A.B.
Herexuust HeiipoMeIMaTOPHBIX aMUHOB Y MUKPOOPTa-
HU3MOB METOIOM BBICOKO3((MEKTUBHOM XUIKOCTHOMN
xpomarorpacdum // Hokn. AH. 2000. T. 372. C. 840—
842.

Illuwoe B.A. buoreHHble aMUHBI B JMHAMHKE poOCTa
MUKPOOPTaHU3MOB: ABTOped. AuC... KaHI. OMOJI. HayK.
M.: MTI'Y, buon. ¢paxk-t, 2010. 27 c.

Hluwoe B.A., Kuposeckas T.A., Kydpun B.C., Oneckun A.B.
HeiipoMenuaropHble aMUHBI, UX TMPENIIECTBEHHUKHN
¥ TIPOAYKTHI OKMCJICHUSI B GMoOMacce U CylepHaTaHTe
KynbTyphl Escherichia coli K-12 // Tlpuki. 6uoxum.
mukpoouos. 2009. T. 45. Ne 5. C. 550—554.

Illnakoeé A.O. CurHajbHbIE MOJEKYJIbl OaKTepUil HEMemn-
TMaHOM Tmipuponbl QS-tuna // MukpobGuosorus.
2009. T.78. Ne 2. C. 163—175.

Anb-Peeucman I'U., Myarwxkun A.JI., Huxonraes FO.A. u dp.
AnmantoreHHble QYHKINKY BHEKJICTOYHBIX ayTOPETyJIsi-
TOPOB MUKPOOPTaHU3MOB // Mukpoobuomorus. 2006.
T.75. Ne 4. C. 446—456.

Arias-Carrion O., Poppel E. Dopamine, learning and re-
ward-seeking behavior // Acta Neurobiol. Exp. 2007.
V. 67. No 4, P. 481—488.

Asano Y., Hiramoto T., Nishino R. et al. Critical role of gut
microbiota in the production of biologically active, free
catecholamines in the gut lumen of mice // Am. J.
Physiol. Gastrointest. Liver Physiol. 2012. V. 303.
P. 1288—1295.

Bailey M. T., Dowd S.E., Galley J.D. et al. Exposure to a so-
cial stressor alters the structure of the intestinal micro-
biota: implications for stressor-induced immunomodu-
lation // Brain Behav. Immunol. 2011. V. 25. P. 397—
407.

Bansal T., Englert D., Lee J. et al. Differential effects of epi-
nephrine, norepinephrine, and indole on Escherichia
coli O157:H7 chemotaxis, colonization, and gene ex-
pression // Infect. Immun. 2007. V. 75. P. 4597—4607.

Berridge C.W., Schmeichel B.E., Espaiia R.A. Noradrenergic
modulation of wakefulness/arousal // Sleep Med. Rev.
2012. V. 16. Ne 2. P. 187—197.

Bronwen B., Knights K. Pharmacology for health profes-
sionals. 3™ ed. Sydney: Mosby Elsevier, 2011. 1062 p.

Chen H., Fink G.R. Feedback control of morphogenesis in

fungi by aromatic alcohols // Gen. Dev. 2006. V. 20.
P. 1150—1161.

2021



12 OJIECKHWH wu np.

Chen H., Fujita M., Feng Q. et al. Tyrosol is a quorum-sens-
ing molecule in Candida albicans // PNAS USA. 2004.
V. 101. P. 5048—5052.

Clarke M.B., Hughes D.T., Zhu C. et al. The QseC sensor ki-
nase: a bacterial adrenergic receptor // PNAS USA.
2006. V. 103. P. 10420—10425.

Cosentino M., Marino F. Nerve-driven immunity: noradren-
aline and adrenaline / Ed. M. Levite. Vienna: Springer,
2012. P. 47—-96.

Cosentino M., Kustrimovic N., Marino F. Endogenous cate-
cholamines in immune cells: discovery, functions and
clinical potential as therapeutic targets // Brain Imm.
Trends. 2013. http://brainimmune.com/endogenous-
catecholamines-in-immune-cells-discovery-func-
tions-and-clinical-potential-as-pharmacotherapeutic-
targets-3.

Eldrup E. Significance and origin of DOPA, DOPAC, and
dopamine-sulphate in plasma, tissues and cerebrospi-
nal fluid // Dan. Med. Bull. 2004. V. 51. P. 34—62.

Filippova S.N., Surgucheva N.A., Gal’chenko V.F et al.
Growth induction and stabilization of population com-
position in Saccharopolyspora erythraea by catechol-
amine compound // Microbiology. 2010. V. 79. Ne 2.
P. 191-196.

Freestone PP.E., Lyte M. Microbial endocrinology: experi-
mental design issues in the study of interkingdom sig-
naling in infectious disease // Adv. Appl. Microbiol.
2008. V. 64. P. 75—105.

Freestone P.P.E., Haigh R.D., Lyte M. Blockade of catechol-
amine-induced growth by adrenergic and dopaminer-
gic receptor antagonists in Escherichia coli O157:H7,
Salmonella enterica and Yersinia enterocolitica // BMC
Microbiol. 2007. V. 7. P. 8.

Grandy D.K., Miller G.M., Li J.X. “TAARgeting addiction” —
The Alamo bears witness to another revolution: an over-
view of the plenary symposium of the 2015 Behavior, Biol-
ogy and Chemistry Conference // Drug Alcohol. De-
pend. 2016. V. 159. P. 9—16.

Hughes D.T., Clarke M.B., Yamamoto K. et al. The QseC ad-
renergic signaling cascade in enterohemorrhagic E. coli
(EHEC) // PLoS Pathog. 2009. V. 5. P. €1000553.

Jiang J.-L., Qiu Y.-H., Peng Y.-P., Wang J.-J. Immunoreg-
ulatory role of endogenous catecholamines synthesized
by immune cells // Acta Physiol. Sinica. 2006. V. 58.
Ne 4. P. 309-317.

Kinney K.S., Austin C.E., Morton D.S., Sonnenfeld G. Cate-
cholamine enhancement of Aeromonas hydrophila
growth // Microb. Pathog. 1999. V. 26. P. 85-91.

Kulma A., Szopa J. Catecholamines are active compounds
in plants // Plant Sci. 2007. V. 172. Ne 3. P. 433—440.

Levite M. Dopamine and T cells: dopamine receptors and
potent effects on T cells, dopamine production in T
cells, and abnormalities in the dopaminergic system in
T cells in autoimmune, neurological and psychiatric
diseases // Acta Physiol. 2016. V. 216. Ne 1. P. 42—89.

Liang S., Wu X., Jin F. Gut-brain physiology: rethinking
psychology from the microbiota-gut-brain axis //
Front. Integr. Neurosci. 2018. V. 12. P. 1-24.

Lyte M. The microbial organ in the gut as a driver of homeo-
stasis and disease // Med. Hypoth. 2010. V. 74. P. 634—
638.

YCITEXY COBPEMEHHOM BUOJIOTUH

Lyte M. Probiotics function mechanistically as delivery ve-
hicles for neuroactive compounds: microbial endocri-
nology in the design and use of probiotics // Bioessays.
2011. V. 33. P. 574—581.

Lyte M. Microbial endocrinology and the microbiota—gut—
brain axis // Adv. Exp. Med. Biol. 2014. V. 817. P. 3—24.

Macreadie 1.G., Bartone N., Sparrow L. Inhibition of respi-
ratory growth and survival in yeast by dopamine and
counteraction with ascorbate or glutathione // J. Bio-
mol. Screen. 2010. V. 15. P. 297—301.

Maini Rekdal V., Nol Bernadino P., Luescher M.U. et al. A
widely distributed metalloenzyme class enables gut micro-
bial metabolism of host- and diet-derived catechols //
Elife. 2020. Ne 9. P. e50845.

Nakano M., Takahashi A., Sakai Y. et al. Catecholamine-
induced stimulation of growth in Vibrio species // Lett.
Appl. Microbiol. 2007. V. 44. P. 649—653.

Oleskin A.V., Malikina K.D., Shishov V.A. Symbiotic bio-
films and brain neurochemistry. Hauppauge, N.Y.:
Nova Science Publ., 2010. 57 p.

Oleskin A. V., Zhilenkova O.G., Shenderov B.A. etal. M. Lac-
tic-acid bacteria supplement fermented dairy products
with human behavior-modifying neuroactive com-
pounds // J. Pharm. Nutr. Sci. 2014. V. 4. P. 199-206.

Oleskin A.V., Shenderov B.A., Rogovsky V.S. Role of neuro-
chemicals in the interaction between the microbiota
and the immune and the nervous system of the host or-
ganism // Probiot. Antimicrob. Proteins. 2017a. V. 9.
Ne 3. P. 215-234.

Oleskin A.V., Sorokina E.V., Zarubina A.P. Testing neu-
rotransmitters for toxicity with a luminescent biosen-
sor: implications for microbial endocrinology // J.
Pharm. Nutr. Sci. 2017b. V. 7. P. 88—94.

Oneal M.J., Schafer E.R., Madsen M.L., Minion F.C. Global
transcriptional analysis of Mycoplasma hyopneumoniae
following exposure to norepinephrine // Microbiology.
2008. V. 154. P. 2581—-2588.

Ozogul F. Production of biogenic amines by Morganella
morganii, Klebsiella pneumoniae and Hafnia alvei using
a rapid HPLC method // Eur. Food Res. Technol.
2004. V. 219. P. 465—469.

Rohrscheib C.E., Brownlie J.C. Microorganisms that manip-
ulate complex animal behaviours by affecting the host’s
nervous system // Spring. Sci. Rev. 2013. V. 1. P. 133—
140.

Roshchina V.V, Evolutionary considerations of neurotrans-
mitters in microbial, plant, and animal cells // Micro-
bial endocrinology: interkingdom signaling in infec-
tious disease and health / Eds M. Lyte, P.P.E. Free-
stone. N.Y.: Springer, 2010. P. 17-52.

Trueba A.F, Ritz T. Stress, asthma, and respiratory infec-
tions: pathways involving airway immunology and mi-
crobial endocrinology // Brain Behav. Immun. 2013.
V.29.P. 11-27.

Verbrugghe E., Boyen F., Gaastra W. et al. The complex in-
terplay between stress and bacterial indections in ani-
mals // Veterin. Microbiol. 2012. V. 155. P. 115—127.

Vidal-Gadea A.G., Pierce-Shimomura J.T. Conserved role of
dopamine in the modulation of behavior // Commun.
Integr. Biol. 2012. V. 5. P. 440—447.

Vodolazov I.R., Dbar S.D., Oleskin A.V., Stoyanova L.G. Exo-
genous and endogenous neuroactive biogenic amines //

ToM 141

Nel 2021



B3AMMOJIEMCTBUE KATEXOJAMUHOB C MUKPOOPTAHU3MAMMU 13

Appl. Biochem. Microbiol. 2018. V. 54. Ne 6. P. 603— nosarcina barkeri and Tetrahymena pyriformis // J. Evol.

610. Biochem. Physiol. 2000. V. 36. Ne 3. P. 244-248.
Williams P.H., Rabsch W., Methner U. et al. Catecholate re- . )
ceptor proteins in Salmonella enterica: role in virulence ~ Yolken R.H., Torrey E.F. Exposure to microorganisms and

and implications for vaccine development // Vaccine. adult psychiatric disorders: the case for a causal role of
2006. V. 24. P. 3840—3844. Toxoplasma gondii // Immunology and psychiatry / Eds

Yagodina O.V., Nikol'skaya E., Shemarova I.Y., Khovanskikh A. N. Miller, A.-M. Myint, M.J. Schwarz. Switzerland:
Amine oxidase in unicellular microorganisms Metha- Springer Int. Publ., 2015. P. 137—145.

Interaction of Catecholamines with Microorganisms, Neurons
and with the Cells of the Immune System

A. V. Oleskin“, E. V. Sorokina® *, and G. A. Shilovsky*?

4 Lomonosov Moscow State University, Faculty of Biology, Moscow, Russia
b Institute for Information Transmission Problems, Russian Academy of Sciences, Moscow, Russia
*e-mail: evsorokina77@mail.ru

The modern data on cell communication in the binary system of the host organism — microbes are presented.
Microbial systems are inherent in many microorganisms and resemble those inherent in eukaryotic multicel-
lular organisms. At the present time, scientists have come to the conclusion that there are communities of cells
that communicate with each other and differentiate in this supercellular organism. Literature data and the au-
thors' own studies indicate the important role of catecholamines (biogenic amines) both in intra- and inter-
specific microbial communication and in the two-way microbiota — host dialogue. The importance of this
dialogue for maintaining human health, psyche and social behavior, as well as the possibility of creating new
drugs with targeted neurochemical effects, are discussed. The review presents current data on cellular com-
munication in the host — microbebinary system. Microbial systems are common to many microorganisms
and resemble those of eukaryotic multicellular organisms; these microbial communities are similar to multi-
cellular organisms. Currently, many scientists have come to the conclusion that there are communities of cells
that communicate with each other and differentiate in this supracellular organism. Literature data and the au-
thors ' own research indicate the important role of catecholamines (biogenic amines) as for intra-and inter-
species microbial communication, as well as in the bilateral dialogue between the host and microbiota. The
importance of this dialogue for maintaining human health, mental health, and social behavior is discussed,
as well as the possibility of creating new drugs with targeted neurochemical effects.

Keywords: neurotransmitters, catecholamines, serotonin, dopamine, norepinephrine, adrenaline, communi-
cation microorganisms
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POJIb SHAOTI'EHHbBIX PETPOBUPYCOB
B ITPOLHECCE JOMECTUKALINN
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OHaoreHHbIe peTpoBUpPYCh (DPB) urpaloT BasxkHEHIIIyI0 poJib B PErYJISLIMU SKCIIPECCUU MHOXKECTBAa T€HOB
JKUBOTHBIX 1 YeJIOBEKa, BOBJICUEHBI B ITPOLIECCHI TPAHCKPUTIIIMOHHOTO U MOCTTPAHCKPUTILIMOHHOTO peaKk-
TupoBaHMs1. DPB coxpaHsSIOT onpenesieHHOe TeHETUYECKOe CXOACTBO C 3K30TEHHBIM POJOBBIM BUPYCOM.
UccnenoBanust DPB nmoMoraloT y3HaTh BO3paCT U TEMITHI 3BOTIOIIUN 9K30T€HHBIX BUPDYCOB, KOTOPBIE SIBJISI-
I0TCSl KOHTarMO3HBIMU IIJIST )KUBOTHBIX U YesioBeKa. M3BecTHa rurioresa, 4To peTpOBUPYCHI BOZHUKIIU JIO
MOSIBJICHUSI TTO3BOHOYHBIX XXMBOTHBIX. DTa aCUHXPOHUS TIperoyaracT BeCOMbIii BKJIall peTPOBUPYCOB B
SBOJIIOLIMOHHOE Pa3BUTHE OpraHn3MoB. DPB He nMeIoT BUTOBBIX TPaHMIL, YTO OOYCIOBIEHO TOPU30HTATb-
HBIM MEPEHOCOM, OJIHAKO MEePeABMXEHUE PETPOTPAHCIIO30HOB B TEHOME XXMBOTHBIX MOXKET IMPUBECTU K
LIUTOTEHETUYECKUM AedeKTaM U OTpULIaTeTbHOMY BO3JAEUCTBUIO Ha MPUCIIOCOOJIEHHOCTh OPraHU3MOB.
OnHUM M3 SIPKUX TIPUMEPOB rOPU30HTAIILHOTO TiepeHoca siBisieTcss perporpaHcio3oH LINE 1, koTopsrit
oOHapykeH y 559 BUIOB, BKJIIOUAs (KUBOTHBIX, PACTEHUS U TPUOBI, YTO MTOATBEPKIAET MPEATIOIOXKEHUE O
BpEMEHU BO3HUKHOBEHMUSI PETPOBUPYCOB. PeTpoTpaHCMO30HbI, YYaCTBYsl B Mpolieccax TPAHCHO3UILIUUA U
pPEeKOMOMHAIIMY, BBI3BIBAIOT M3MEHEHHSI B HYKJICOTUIHBIX nocienoBareabHocTsax JJHK, uro mpuBoauT K
MYTAlIMOHHBIM TTpOlieccaM B reHaX, B YaCTHOCTU OTBETCTBEHHBIX 32 Pa3BUTHE HEMPOHOB rOJIOBHOTO MO3Ta
1 HEPBHOI CUCTEMBI, TO €CTh PETPOTPAHCTIO30HBI MOTYT OBITh OTBETCTBEHHBIMU 32 BOBHMKHOBEHME CUH-
npoMa foMecTukauuu. MHbUIMpoBaHUe MOJIOBBIX KJIETOK PETPOBUPYCAMU TTOCTEIIEHHO MPUBETIO K 00ec-
MeYEeHNI0 UMM PEeTTPONYKTUBHBIX (DYHKIMI y MileKonmuTalommux. K TakuMm GyHKIIMAM OTHOCAT CIMSTHUE
TpocdobacToB B ruialieHTe. ['eHsl DPB BcTpanBaoTcst B TeHOM Yepe3 BUpYCHbIe MH(MEKIIMY WM Yepe3 pe-
TpoTpaHcno3ulinu. B 063ope cucTeMaTn3npoBaHbl M 0000IIIeHBI 3HAHMUSI 00 3BoJIIoUY 1 ItepeHoce DPB B
opraHusMe, 00 ux QYHKIMSIX B TEHOME, TTpeCTaBIeHbI OITMCAHUSI OCHOBHBIX M HauboJiee pacipoCTpaHEeH-
HBIX DPB, 1x MOJIeKyIsIpHOI CTPYKTYPHI U CBOIICTB.
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BBEAEHWE

I'enom petpoBupycoB (cemeiictBo Retroviridae)
npenctasieH PHK, pennukaTuBHBIA LMK KOTO-
PBIX OCHOBAH Ha MCIOJIb30BAHUM OOpPATHOM TpaHC-
KPUIILIMM U MHTErpallui BUPYCHON TE€HOMHOU U
nposupycHoii JIHK B reHoM KieTKU-XO3sIMHA
(Weiss, 2006). PeTpoBupychl MONagaioT B XpOMOCO-
MBI XO35IMHA — 3TO 00s3aTe/bHBIM IIar B MX KU3-
HEHHOM LIMKJIe, IPYT1ue BUPYCHI Aeal0T 3TO peXe U,
Kak IpaBuiio, ciydaitHo (Katzourakis et al., 2007). B
CUTYyallUsIX, KOTa SHAOTeHHbIE peTpoBUPYCHI (DPB)
HE OKa3bIBalOT 3HAUYMTEIbHOIO BPEIHOrO BO3MAEHi-
CTBHS Ha X0O35€B, YaCTOTa UX BCTPEUYAEMOCTH B TTOMY-
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JISSIMY XO3sSTMHA YBEJIMYMBACTCS, YTO MOXKET IPUBE-
CTH K uX ¢puKcalmi. MoOMIbHBIE THCIIePTAPOBaH-
HbIe TeHETUYECKNE JIEMEHTBI UTPAIOT BaXKHEMUIITYIO
POJIb B PETYJISIUM 9KCITPECCUU T€HOB XXUBOTHBIX U, B
YaCTHOCTH, 4YeJOBeKa M BOBJIEYEHBI B IPOLIECCHI
TPAaHCKPUMILIMOHHOTO U TOCTTPAHCKPUILIMOHHOTO
pelakTUpOBaHUS ITyTeM PENMporpaMMUPOBaHUST HeE-
Koaupymolero TpaHckpuntoma (Steitz et al., 2011).
MHoXecTBeHHasi MHTerpalusi peTpOBUPYCHBIX Te-
HOMOB ITPOM30IILJIa Ha OTIPEIeICHHOM dTarle 9BOJIO-
MM MJIEKOTTATAIONINX U 3aKPEIIach C BBIICICHUEM
MOJIE3HBIX U151 ABOJIIOLIMY TIpu3HaKoB (?KnaHoB u 1p.,
1978). Ilocne sHaoreHusanuu OoablIMHCTBO DPB
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COXPAaHSIOT CXOACTBO C POAOBBIM 9K30T€HHBIM BUPY-
COM Ha MPOTSLKEHMM MHOTHMX MWUIMOHOB JIET. DTU
OPB maroT ucciaenoBartensiM OeclipeliefIeHTHRIE BO3-
MOXHOCTU HEIIOCPEACTBEHHO HaOIIomaTh IPEBHUE
BUPYCHI B TEHOMAaX X0O35IMHA U N3Y4YUTh, KAK OHU MOT'-
JI 3BOJIIOLIMOHUPOBATH U B3aUMOICHCTBOBATh C 3TU -
MU xo3sieBaMu. Kpome Toro, usyuyenue 3PB rinyboko
MOBJIUSLJIO Ha Hallle TIOHUMaHUe Y4acTusl BUPYCOB B
9BOJIIOLIMYA M TUHAMUYHOM pa3BUTUU BUnoB. [lep-
BUYHOE WH(UIMPOBAHUE TOJOBBIX KJIETOK 3TUMU
BUpYCaMM C TEYEHUEM BpEeMEHMU IpuBeJio K nudde-
PEHILIMPOBKE HEKOTOPBIX M3 MHTETPUPOBAHHBIX Te-
HOB IIEPBUYHBLIX PETPOBUPYCOB B HaIIpaBJICHUU
o0ecrieuyeHHsI PePOAYKTUBHOM (DYHKIIMY MJICKOITH-
tatomux (Cornelis et al., 2013). K BaxuHemmm pyHK-
oussM DPB B 1mmatieHTe OTHOCATCS CIIMSIHUE TPodo-
61acToB 1 uX nuddepeHIINPOBKA B YCIOBUSIX MHIIY-
mupoBaHHoro OPB cuHimTHOOOpa3oBaHmsa. Cuura-
ercs, uTo DPB BOo3HMKIIM OT ApeBHUX MHMEKIUI 3a-
POIBIIIEBOI TUHUM XO3SIMHA 3K30T€HHBIMU PETPO-
BUpycaMu. PeTpoTpaHcno3uiivs Wi peuHQEKIs
3apOMBIIIEBOl JIMHUM MOXET IeHepUpOBaTh NaJlb-
Helille BCTaBKM, YyBEJWYMBAIOIIUE KOJIUYECTBO
omnpeaesIeHHOM TMHUU B TeHoMe. D PB nmpucyTcTBy1oT
B reHOMe€ BCceX MTO3BOHOYHBIX I BEPTUKAJIbHO Mepeaa-
I0TCSI OT POAUTEJICii MOTOMCTBY KaK CTaOWJILHO YHa-
cleqoBaHHbBIe MeHaeneBckue reHbsl (Boeke, Stoye,
1997). DPB cuiIbHO KOJOHU3MPOBAIM T€HOM BCEX
BUIOB XWBOTHBIX; HAIIPUMEP, OHU COCTABIISIIOT TP -
MepHO 8% reHoma yenoBeka (Lander et al., 2001).
IMonnwserit mpoBupyc DPB, TO ecTh peTpoBUPYCHBIN
T€HOM, MHTEIPUPOBAHHBIA B TEHOM KIIETKU-XO351-
Ha, UMEET TeHOMHYIO CTPYKTYPY 9K30T€HHOI'O PETPO-
BUpYyca: YeTbipe BUPYCHBIX TeHa (gag, pro, pol n env)
MEXIY OBYMsI IUIMHHBIMM TEPMUHAIBHBIMHU ITOBTO-
pamu LTR (long terminal repeats) (Varela et al.,
2009). I'eH gag xonupyeT Ir1aBHbIil BUPDYCHBIN CTPYK-
TYpPHBIi1 O€JIOK, B TO BpeMsl KaK pro U pol — BUPYCHBIN
¢depMeHTAaTUBHBIM MeXaHU3M, HEOOXOOUMBIN ISt
LIMKJIa peruiMKaluu Bupyca. ['eH env KogupyeT Iiv-
KOITPOTEUH 000J0YKM, KOTOPHIM BCTaBJICH B JIMITU/I -
HBII OMCJION KJIETOUHOM MeMOpaHBbI, C 00pa30BaHU-
€M BHUPYCHOM 000710YKHU. [ IMKOITPOTENH OTToCpeayeT
MIPOHUKHOBEHME BUPYCa B UYyBCTBUTEIbHBIE KIIETKU.
LTR comepskart 31eMeHTBhI-9HXaHCEPHI, KOTOPhIE 00eC-
MeYNBAIOT IIPSIMYIO BSKCIIPECCHIO BHUPYCHBIX T'€HOB.
DPB 06peyeHbI Ha BEIMUPAaHUE, €CIU X SKCIIPECCHUSI
IIPUHOCHUT ITOCJICAOBATEIbHOCTY, BHI3BIBAIOIIE I€-
JIELMM B TeHOME Yy Xo3suHa. Takum oOpaszoM, uX
YCTOMUYMBOCTb B TEHOME XO3sIMHA — pPe3yJIbTaT TOH-
KOro 0OajlaHca, JOCTUTHYTOTO Ha IIPOTSDKEHUU BO-
mouyu. bonpmmHcTBO DPB He MMEoT 3K30reHHOro
aHajyiora, HO HEKOTOPBIE TECHO CBSI3aHbI C K30T€H-
HBIMM PETPOBUpYCaMU, BKJIIOYasi peTPOBUPYC OBEll
Jaagsiekte (JSRV), Bupyc onyxoyii MOJIOUHOM Keje-
3p1 MblIIKM (MMTYV), Bupyc Kollaybero Jjeikosa
(FeLV) u Bupyc ntuubero jeiiko3a (ALV), koToprie B
HacToslIlee BpeMsl aKTUBHBI U 3apaxkaloT OBell, Mbl-
IIIeii, KOIIIeK 1 IITUIL COOTBETCTBEHHO. BhI10 TT0Ka3a-
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HO, 94TO HeKoTopble DPB MoOryT BHI3BIBATH ayTONMM-
MYHHBbIE 3a00J1eBaHus y yesioBeka. DT DPB o0b1yHO
Ha3bIBalOT coBpeMeHHbEIMU DPB, mockonbKy oHU
WHTETPUPYIOTCS B T€HOM XO35IMHA IIOCJIe IpoIlecca
BUI000pa30BaHUS U TECHO CBSI3aHbI C 9K30T€HHBIMU
BUpycaMM, KOTOpEIE BCe ellle KOHTarno3Hbl. Heko-
TOopbIe coBpeMeHHBIe DPB crmocoOHBI MpON3BOIUTH
WHQEKIIMOHHBIN BUPYC M3-3a OTCYTCTBUS WHAKTH-
BUpytolux mytauuii. Hanporus, npesHue D PB nipo-
HUKJIA B TEHOMBI PaHbIIe BUAOOOPA30BaAHMUS U, CJIe-
JI0BaTeJIbHO, TIPUCYTCTBYIOT B KaXXIOM OpraHU3ME B
TOM K€ TeHOMHOM JIOKyCe (PMJIOTeHEeTUYECKU POJ-
CTBeHHBIX BUIOB. buojormyeckoe 3HaueHue HPB
00CYXIaJIOCh B T€UYEHME HECKOJIbKMX NECITUICTUMA,
JloJiroe BpeMmsl ToclienoBaTe/ibHOCTH D PB cuutanuch
mycopHoit IHK. Tem He MeHee, ITociaenHue UCCIe-
JIOBaHMS MOKa3bIBaloT, uTo DPB marot pasHoobpas-
HBIe IpeuMyllecTBa I ux xo3suHa. 1o KpaiiHeit
Mepe, oOmIne 3TUX 3JIEMEHTOB B T€HOME XO3SIMHA
obecrieynBaeT ero IuracTUIYHocTh. Kpome Toro, Ha-
JIMYMe TPAaHCKPUITLIIMOHHO aKTUBHEIX DPB ¢ mHTaKT-
HBIMU OTKPBITBIMHM paMKaMU CUMTBIBAHUS, COXPAHSI-
IOIIIMMUCS MUJIJIMOHBI JIET ITOCJIe MHTErpaluu, roBO-
pUT O TOM, 4YTO HeKoTopble DPB ObLIM BBHIOpaHBI
XO3SIMHOM [JIsi KOHKPETHOM OMOJOTMYECKOM pPOJIU.
Oo6HapyxeHo, yTo DPB urparoT BaxkHyI0 pojb B pa3-
JIMYHBIX (PU3UOJIOTUYECKUX Tpolieccax. DPB obGna-
JIal0OT CIIOCOOHOCTBIO PETryJIMPOBaTh 3AKCIPECCHUIO
KJIeTouHbIX reHoB (Varela et al., 2009). ITpennonara-
ercst, uto DPB urpator dusnonornyeckyo pojb B
MopdoreHese IJIAleHThl, PETPOBUPYCHBIC YaCTUIIBI
4acTo HaOJII0MAIOTCS B PEHNPOAYKTUBHOM TpPaKTe U
IUIALleHTe HEKOTOPBIX BUAOB XKMBOTHBIX.

BBOJIOLINA SHIAOTEHHbBIX
PETPOBHMPYCOB

Bupycel — BO3MOKHO, caMast OBICTpOpa3BUBAaO-
1Iasicsi Ouoyiornyeckasi CylHOCTb Ha 3TOI IUIaHeTe.
CKOpoCTh UX OOHOBJIEHMS B MWJIJIMOH pa3 BHIIIE
CKOPOCTH 3BOJIIOLIMOHMPOBAHMS KJIETOUHBIX Opra-
HM3MOB-x03s1eB (Jenkins et al., 2002; Kumar, Subra-
manian, 2002; Hanada et al., 2004; Sanjuan, 2012).
HeoObr4aitHO BBICOKME TEMIThI U3MEHEHUI TT03BOJISI-
IOT BUPYCaM IIPOTUBOCTOSITh UMMYHUTETY U OBICTPO
aJanTUPOBAaTLCS K HOBOMY XO3SIMHY. DTa YHUKAJIb-
Hasi 0COOCHHOCTh BBI3BIBAET OBICTPOE NU3MEHEHUE BU-
PYCHBIX T HOMHBIX ITOCJIEIOBATEILHOCTEM Ha MOJIEKY -
JIIPHOM YPOBHE, TaKMM 00pa30M HaKaruIiBaeTCsI NH-
dopmaims, KoTopast MOKET OBITh NCITOJIb30BaHa IS
BOCCTaHOBJIeHUsI 3TanoB ux 3Bojouuu (Holmes,
2004). ITpu TIIaTeIbHOM MCCASIOBAHUNA HEKOTOPHIX
acCIIEKTOB MCTOPHUHU Pa3BUTHUSI COBPEMEHHBIX BUPYCOB
ObLIM MOJYYEeHBI OLIEHKU BO3pacTa, TEMIIOB BOJIIO-
U1 Y SIUAEMUOIOTMYECKON TMHAMUKIA MHOT X BH-
PYCOB, KOTOpPBIE€ B HACTOsIIIIEe BpeMsI MHOUIIUPYIOT
Jmoneil, JOMAIIHUX >XKWBOTHBIX U CEJIbCKOXO3SIii-
crBeHHble KynbTyphl (Holmes, 2008; Pybus, Ram-
baut, 2009). CorysiacHO MCCJIETOBAHUSIM, SBOJIOIIM-
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OHHBIC BpEMEHHBIE paAMKI COBPEMEHHBIX BUPYCOB
JiexaT B IIPOIJIOM MUJIJIMOHE JIET, a OOJBIIMHCTBO
yesioBeyeckux PHK-BUpycOoB MosIBUIOCH MeHee
1000 et Hazam (Holmes, 2008).

CnocoO0HOCTh pETPOBHUPYCOB MHTETPUPOBATHCS B
TeHOMBI XO3sMHa U cTaHOBUThHCSI DOPB mo3Bosser
M3y4yaThb UX JOJTOCPOYHYIO 3Bomouuio (Xu et al.,
2018). B uccienoBanmsax OPB, oTHoCAIIMXCS K TeHO-
MaM MHOT'MX BUJIOB, OOJIbIIIOE BHUMAaHUE YIEJISIJIOCH
MJICKOIIMTAIONIUM M IITUIAM, U OBLIO BBISIBJICHO
MHOXECTBO acCIIeKTOB pacIIpeneeHMsI, pa3HooOpa-
3Us 1 3BoJOLIUU peTpoBUpycoB (Bolisetty et al.,
2012; Magiorkinis et al., 2012; Hayward et al., 2013,
2015; Brown et al., 2014). B HacTosIIMiT MOMEHT pe-
TPOBUPYCHI IO3BOHOYHBIX, 32 UCKIIOYEHUEM MJIEKO-
MUTAIOIINX U1 IITULL, HETJOCTATOYHO OXapaKTepru30Ba-
HBI, YTO HPENSITCTBYET IIOHMMAaHMIO Pa3HOOOpa3us 1
paHHEl 3BOJIOLIMU PETPOBUPYCOB. B HenaBHeM ucC-
cJIeIOBaHMM ObLI BBIITOJIHEH CPAaBHUTEIBHBIN TEHOM-
HBII 1 3BOJIIOIIMOHHEIN aHann3 DPB y 92 mo3BoHoU-
HBIX, HE SIBJISTIOLIMXCST TITULIAMU/MJICKOTIUTAIOIITUMU
(y ppIO, aMpubuMii 1 penTwiunii). beuio ooHapyXeHO
npucyrcTBrue DPB B reHOMax BceX YeIIOCTHBIX TO-
3BOHOYHBIX (Xu et al., 2018). Pacnipenenenue DPB y
IMO3BOHOYHBIX IOKA3bIBACT, YTO PETPOBUPYCHI BO3-
HUKJIU B IIpelenax JUHUKM II03BOHOYHBIX, BEPOSITHO,
JIO TIOSIBJICHMSI YEJIIOCTHBIX ITO3BOHOYHBIX — OoJjiee
450 mutH net Hasan (Hedges et al., 2015). OmHako
HEJIb3$51 MOJHOCTHIO UCKITIOYUTh BO3MOXHOCTD TOTO,
YTO PETPOBUPYCHI BO3HUKIU O MOSBJICHUS ITO3BO-
HOYHBIX XU HE CMOTJIM KOJIOHM3UPOBATh 3apOJIbIIIIe-
BYIO JIMHUIO Y paHee BETBSIIIMNXCS XKMBOTHBIX. Bo Bcex
BHJIaX YEJIIOCTHBIX TI03BOHOYHBIX HaxodsaT DPB, uto
CBUICTEJILCTBYET O BEICOKOM CIIOCOOHOCTU PETPOBU-
PYCOB K HIOT€HM3alUM 1 IeIaeT KpaitHe MaJIoBepO-
STHOI HECIIOCOOHOCTh KOJIOHU3UPOBATh FTEHOMBI pa-
Hee pa3BeTBJIEHHbBIX XXMBOTHBIX (Xu et al., 2018).

OTU JaHHbIE TTOKA3bIBAOT ApPEeBHEE MPOUCXOXKAE-
HUE PETPOBUPYCOB U UMEIOT MPUHIIUTTUATIBLHOE 3HaUEe-
HUE JUISI TOHUMAaHUSI TJTyOOKO# MCTOPUU U 3BOJIIOLIM
pPETPOBUPYCOB, UTO AACT BO3MOXHOCTb ITPOTHO3UPO-
BaThb JaJIbHEHIIINE BCIBIIIKNA 9K30T€HHBIX KOHTAarno3-
HBIX PETPOBUPYCOB U pa3padaThiBaTh MEPbl KOHTPOJIS.

Bupychl MHOTrIa OCTaBJSIIOT IAJIUTEbHBIE OTIIE-
YyaTKW B T€HOMAax-XO03se€BaxX, M3BECTHbIC KaK 3HIO-
TeHHBIe BUPYCHBIE 21eMeHTHI (DBD). O0HapyxkeHue
9TUX BUPYCHBIX WMIIPUHTOB MO3BOJISIET OoJjiee Je-
TaJIbHO HCCJIeA0BaTh UCTOPUIO BUPYycoB. DBD — pe-
3yJIbTAT Mpoliecca SHAOTeHU3alNU, IIPU KOTOPOM BU-
pycHble konuu JJHK wHTErpupyorcsi B XpoMOCOMBI
3apOMBIIIEBOIl IMHUM XO35IMHA U, B CBOIO OYepelb,
MepenaloTcs 10 BePTUKAIU OT POAUTENSI K IIOTOM-
cTBY. B Tex cinydasx, korma DBD He oka3bIBalOT 3Ha-
YUTEJIbHOIO BPEOHOIO BO3IECKMCTBUS Ha XO035IEB, UX
4acTOTa MOXET YBEJIMYUTHCS B IIOIYJISIIIMU 1 IIPUBE-
ctu K pukcauuu. [Tocne sHHOreHM3aMKU OOIbIITUH-
cTBO DBD CcOXpaHSIOT CXOICTBO C HACIEACTBEHHBIM
9K30I€HHBIM BHPYCOM B T€UEHHE MHOIMX MUJLIMO-
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HOB JIET, ITOCKOJIbKY OHU 3BOJTIOIMOHUPYIOT B COOT-
BETCTBUU CO CKOPOCTBIO DBOJIIOLIMY XO35IMHA, KOTO-
pasi Ha HECKOJIbKO MOPSIIKOB HUXe, YeEM BUPYCOB
(Aiewsakun, Katzourakis, 2015).

OTKpBITHE TTOCITIenOBaTeIbHOCTEN DBD, KoTOpHIE
OKaMeHeJIM B TeHOMAax 3a MUJIJIMOHBI JIET, HO BCE ellle
CBSI3aHbI C TIOCJIEIOBATEbHOCTSIMU COBPEMEHHBIX
BUPYCOB U MPSIMO CONOCTaBUMbI C HUMH, JAET BO3-
MOXHOCTb TTOJTYYUTh ITOKa3aTeJ i BUPYCHOTO 3aMe-
ILIEHUsI B TOpa3no 0oJjiee UPOKUX BPEMEHHBIX paM-
Kax. YIUBUTEIBHO, HO TaKUE JOJITOCPOYHBIE TOKA3a-
TEeJIM BUPYCHOTI'O 3aMEIleHMs 3HAYUTEIbHO HUXE,
YyeM KpaTKOCPOYHbIE IMOKa3aTeu, OLleHEHHbIE C UC-
MOJIb30BAHNEM TOJIBKO COBPEMEHHBIX BUPYCHBIX I10-
cienoBarenbHocTel (Gilbert, Feschotte, 2010; Lefeu-
vre et al., 2011). Bo3MOXHO, 4YTO KpaTKOCPOYHbIE MO~
Kas3aTeJIn UCKYCCTBEHHO 3aBHIIIeHbI OOIBIION ToJTeit
BpEIHBIX MyTallMii, KOTOPBIE €11I€ HE YIaJIEHbI U3 TTO-
MyJISIUMU TTOCPEACTBOM ovuilawplero otoopa (Patel
et al., 2011; Wertheim, Kosakovsky Pond, 2011). My-
TallMOHHOE HACHILLIEHUE SIBISIeTCST (PAKTOPOM, KOTO-
PBIi MOXKET MPUBOIUTH K HETOOLEHKE TeHETUYECKUX
paccTrostHuil Mexny DBD u HUpKyInpyommuMn BU-
pycaMmu U, CJIeIOBaTeJIbHO, JOJTOCPOYHBIX ITOKA3aTe-
neit 3amemienus (Feschotte, Gilbert, 2012). Cornac-
HO CaJIbTallMOHHOM MoJeu, 6ojiee OLICTPBIE TEMITBI
3aMEIICHUST CBSI3aHBI C SKOJOTMUYECKUMU TIepeMeH-
HBIMM — C KOJIOHU3all1eit HOBBIX X03sieB WU 3 dek-
TUBHOCTBIO UMMYHHOTO OTBETa X03sIMHa. TakuM 06-
pa3oM, TIOBHILIEHHE KPaTKOCPOYHBIX ITOKa3aTeseid
3aMeIeHUs] MOXET OTpaxKaTh MEPEXOJHOE COCTOSI-
HUE afalTallud, CBSI3aHHOE C MHTEHCUBHBLIM KOH-
GIMKTOM C HOBBIM XO3SIMHOM, TOIZIa Kak OoJibllasi
4yacTb OCTaBIIeiicsl 9BOJIOLIMOHHON UCTOPUM BUpYyca
OyIeT XapaKTepu30BaThCSI MEIJICHHBIMM IOKa3aTe-
JISIMUY 3aMellIeHUS, KOTOpbIE OJIMXKE K T10JITOCPOYHBIM
BpeMeHHbIM pamkaMm (Feschotte, Gilbertm, 2012).

POJIb SHAOTEHHbLIX PETPOBUPYCOB
B JOMECTHUKAIIMN KPOJIMKOB

I[MoMuMoO McciTemoBaHMsT MAaTOTEHHBIX CBOMCTB T10
OTHOIIICHUIO K YeJIOBEKY 1 MHOTMM PACTUTEIbHBIM 1
XkuBOTHBIM opranu3mam (Jern, Coffin, 2008; Mager,
Stoye, 2015), BBISIBIEHUSI BO3MOXHOCTEI MCITOIb30-
BaHus B reHHoi Tepanuu (Huebner, Todaro, 1969),
MPOSICHEHUSI POJIU PETPOBUPYCOB B DBOJIOLMNU XU~
BoTHEIX (Feschotte, Gilbert, 2012), maHHas rpyIma
MIPECTABIISIET MHTEPEC B TUIaHE U3YICHMST IIPOIIECCOB
nomectukauuu (Rivas-Carrillo et al., 2018).

JomecTuiiMpoBaHHbIE KUBOTHbIE 00JagaloT psi-
oM (PeHOTUITMYSCKUX U MOBEIeHYECKIX IIPU3HAKOB,
KOTOpBbIe He OOHAPYXXUBAIOTCS Y X IUKUX IIPEIKOB.
K TakuMm mnpusHakaM MOXHO OTHECTM M3MEHEHUE
OKpacKM IIepCTU, HEOTEHUIO, YMEHbIIIEHIE pa3Mepa
3y0OB, CHIDKEHUE 3PpUTCIbHOI, OOOHSATEIHLHON M
CJIyXOBOI YyBCTBUTEIBLHOCTU, TOKOPHOE MOBEICHUE
u T.1. [IposiBIeHre COBOKYITHOCTU JAaHHBIX IIPU3HA-
KOB Ha3bIBalOT cMHApOMOM aomecTukanuu (Wilkins
ToM 141

Nel 2021



POJIb SHIOTEHHBIX PETPOBUPYCOB 17

et al., 2014). AHanM3 ITOJTHOT€HOMHBIX ITOCJIECIOBA-
TEJIbHOCTEI OIOMAITHEHHBIX XKUBOTHBIX U UX JTUKUX
MpeaKkoB (Ha MpUMepe OJOMAIIHeHHONW WpaHCKOit
OBIIbl) TOKAa3aJl, YTO OCHOBHbIE OTJIMYMS COCPEIOTO-
YeHbl B 00JIAaCTSIX T€HOB, OTBEYAlOIIMX 32 Pa3BUTUE
HEPBHOM U UMMYHHO CHCTEM, a TaKXKe B yJyacTKax,
OTBevalolrX 32 MPOAYKTUBHOCTb JOMECTUIIMPOBAH -
HBIX XWBOTHBIX. [IaHHBIE BBIBOJbI ObLIM MOJYYE€HbI
mpu ucnosb3oBaHuu MapkepoB SNP u CNV (Zamani
et al., 2018). I'eHpl, BAMSIONINE HA Pa3BUTHUE HEPO-
HOB FOJIOBHOT'O MO3Ta U HEPBHOM CUCTEMBI, SIBJISIIOTCS
KPUTHUUYECKHY BaXKHBIMU IMPU OIOMAIITHUBAHUU U JAPY-
roro XxmBoTHOTO — Kpoauka (Carneiro et al., 2014).
OnmHoOHYKJIIeOTUAHBIH TTonuMopdu3M u DPB urpaior
BaXXHYIO POJIb B Pa3BUTHUU TTOKOPHOTO ITOBEACHUS
JKMBOTHBIX U CUHJIPOME IOMECTUKAIIUU B 1IEJIOM.

HM3BecTHO, 4YTO B TeHOMax OJOMAIIHEHHbBIX XU-
BOTHBIX NpEACTaBJICHO OoJbIlIoe KojimdecTBo DPB
(Garcia-Etxebarria et al., 2014). Bo3M0OXXHOCTbIO 1151
UIeHTU(UKALIMM TIOC/ieoBaTeIbHOCTEH MPOBUPYC-
HeiXx JIHK B reHeTnuyeckoM mMaTepuaje opraHU3Ma-
XO3SIMHA CIY>KUT CXOACTBO HEKOTOPBIX Y4ACTKOB IO~
cinenoBaTeabHOCTU JIHK aHIOTeHHBIX 1 9K30T€HHbBIX
peTpoBUpycOB. TakuMM ydacTKaMU SIBJISIIOTCS NTUH-
Hble KOHIIEBbIE MOBTOPbI, KOHCEPBATUBHbIE MOCIe-
noBateabHoCcTU B ipoBupycHbIXx JIHK (BaxkHO 1 pac-
CTOSIHUE MEXJIYy HUMM) U OCTaTKU MOCJIEA0BATEIbHO-
cTeii 6eJIKOB, MPUCYIIUX peTpoBupycaM (Sperber et al.,
2007). PerpoTpaHCIIO30HBI, Y4acCTBysl B IIpolieccax
TPaHCTIO3UIIUY U PEKOMOWHALIMU, TPUBOJST K U3ME-
HEHUIO HYKJICOTUIHBIX MTOc/efoBaTeIbHOCTE ! MoJie-
kya JIHK 1, mo cyTu, BBICTYNalOT B KAYeCTBE 3HAUU -
MOro MyrareHHoro ¢akropa. TakuMm oOpa3zoMm, ak-
TUBHOCTb PETPOTPAHCIIO30HOB MOXET SIBJISITbCS
MPUYMHON BO3HUKHOBEHUS Pa3IMUHbIX MyTalliil B
BBILIEONMCAHHBIX YYaCTKaX T€HOB, U3BMEHEHHS B KO-
TOPBIX MPUBOAST K CUHIPOMY TOMECTUKALIUU.

IToMUMO MyTalIMOHHOI aKTUBHOCTH, PETPOTPAHC-
IO30HBI MOTYT OKa3bIBaTh PETY/ISITOPHOE BIIMSTHUE, TaK
KaK OHU SIBJsII0TCSI ncTouHnKamMu MukpoPHK. Bruio
MOKa3aHO, YTO B FeHOME KPYITHOTO POraToro ckKota
KOHCEHCYCHasl TOCJIeIOBaTeIbHOCTh 266 Tap HYK-
JIEOTUIOB, COCTOSIIIAsA 13 MOOMIBbHBIX TEHETUYECKUX
sneMeHToB LINE 1 BovB, — 3T0 UCTOYHUK 11€710TO
cemeiictBa MukKpoPHK — miR-30. /lanHoe cemeii-
ctBo MUKpoPHK ygacTByeT B peryJsiiimm mpoiieccoB
MPOM3BOJICTBA MOJIOKA, Pa3BUTUSI MBIILIEUHON Mac-
ChI, CTPECCOBOrO 1 UMMYHHOTO OTBETOB, a TAKXKe BO-
BJICYEHO B Pa3BUTUE NCUXUYECCKMX 3a00JeBaHUN U
onkoyioruu (Glazko et al., 2019). JlaHHbIiI TipuMep
JIEMOHCTPHUpPYET BIMSIHUE PETPOTPAHCIIO30HOB Ha
MPOAYKTUBHOCTb CEJIbCKOXO3SIACTBEHHBIX XXHWBOT-
HBIX.

RELIK (KPOJIUYUN DHAOTEHHBbIN
JJEHTUBUPYC THUIIA K)

B 2006 r. 66T OGHAPYKEH MEPBBIA SHIOTEHHbII
nentuBupyc (Katzourakis et al., 2007), moaydmBIIMii
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Haszpanue RELIK (rabbit endogenous lentivirus type
K — xponuuuit aHAOreHHbIN JeHTuBUpYyC Tuma K).
JlentuBupycsol (OT nar. lentus — MeAJIEHHbI) — pon
BHPYCOB 13 ceMeicTBa peTpoBupycoB (Retroviridae)
C JUIMTEJIbHBIM MHKYOAIIMOHHBIM TIEPUOAOM. DK30-
TCHHBIE JICHTUBUPYCHI CIIOCOOHBI JOCTaBIISITh 3HA-
YUTEIbHOE KOJMYECTBO T€HETUYECKOro MaTepuajia
B KJIETKY XO35IMHA U 00JiafaloT YHUKaJIbHOI cpenu
PETPOBUPYCOB CIIOCOOHOCTBHIO PEIUIULIMPOBATLCS B
HEeIeSIIIMXCS KIJIETKaxX, YTO OejaeT JICHTUBUPYCHI
YIOOHBIM BEKTOPOM [JISl JOCTAaBKW F€HETUYECKOTO
Marepuajyia B MOJIEKyJIsIpHoi1 6uonorun. Ilpenacra-
BUTEJISIMA 3TOTO pojda SIBISIIOTCS BUPYCHI UMMYHO-
neduuunTa 4yejsoBeKa, 00e3bsiH, KOIIEK, KPYIHOIO
poTaToro CKOoTa U Apyrue.

Bce nocnenosareabHoct RELIK nMeoT MHOro-
KpaTHEbIe 1e(eKThl, HEKOTOPbhIE M3 HUX TAKXKe COIep-
XKaT KOPOTKME BCTAaBKM C SACPHBIMU DJIEMEHTaMU.
Bbosbliioe KojJuyecTBO IMOJIHOPa3MEPHBIX M OJMHOY-
HbIX nocienoBarenabHocTeil LTR RELIK yka3spiBaeT
Ha YCTAHOBJICHHYIO HH(EKLMIO 3apOAbIIIeBOM JIM-
Huu. [IpumepHo TpeTh nociaenoBaTeabHocTet RELIK
BO3HUKJIA B pe3yJIbTaTe CerMEHTApHOI MyIUIMKAIIN
B T€HOME KpOJIMKa, CJIeIOBAaTEIbHO, BTOPXKECHME 3a-
ponsiiieBoit MuHuM RELIK moiokHO OBITH cTapiie
3TOr0 COOBITUS. AHAINU3 CETMEHTHO OyOJIMPOBaHHBIX
BCTABOK I10Ka3aJl IIpeaIiojlaracMblii MUHUMAaJIbHBIA
Bo3pacT ~7—11 muH net miga RELIK. YcraHosieHo,
YTO 3BOJIIOLIMIO JICHTUBUPYCOB CJIENyeT paccMaTpU-
BaTh B MacITabe BpEMEHM, OXBAaTHIBAIOIIETO MIJIIO-
HEI JIET, & HE KOPOTKUE BpeMEeHHBIE paMKH, paHee Mo-
Ka3aHHBIC aHAJIM30M ITOCJIeIOBAaTEIbHOCTEl M3BECT-
HBIX 9K30reHHBIX JeHTuBUpYycoB (Keckesova et al.,
2009). AnpTepHATUBHBIM ITOAXOAOM SIBJISICTCSI UICH-
THU(UKALIMS OPTOJIOTMYHBIX BCTaBOK D PB y HeckoJib-
Kux BUAOB. meHTuhuUKaLIMSI TaKMX OPTOJIOrOB I10-
Ka3bIBaeT, YTO MHTErpallMsl JOJKHA ObLJIa IPOU30HTHU
JIO paCXOXIEHUSI COOTBETCTBYIOIINX BUIOB (X0O35I€B),
W, TaKMM O0Opa3oM, MOXKET IO3BOJIUTb PacCYUTaTh
MpearnojaraéMblii MUHUMAJIbHBIA BO3PACT HA OCHOBE
MIpeaIoaaraeMoro MOMEHTAa pacXOXICHUSI BUIOB
(xo3seB) (van der Loo et al., 2009).

JaHHBIN BUPYC, HECMOTPsI Ha CBOE JApeBHEe IMpo-
HUCXOXJeHUEe, 00ialaeT MHOTMMHU 4YepTaMu COBpe-
MEHHBIX JIECHTUBUPYCOB: IOCJIEAOBATEILHOCTh pe-
tpoBupyca comepxut mimHHbBIe ORF (open reading
frame — OTKpBITasg paMKa CUMTHIBAHUS), KOIUPYIO-
e noaunporenHsl Gag, Pol u Env; nBa nomnoaHu-
TenbHBIX Oenka Tat m Rev mmeHTHUIIMPOBAHEBL 110
CXOJICTBY T10CJIEIOBATEJIbHOCTEN C TOTOJTHUTENbHbI-
MU OeJIKaMU IPYTrux JJEeHTUBUPYCOB (puc. 1); reH fat
pPACIIOJIOKEeH HEeMOCPEeACTBEHHO HIUXKE pol, YaCTUYHO
MepeKpbIBasi TeH eny, TOrla Kak rev pacroyioXeH OJ1vxe
K 3'-KOHILy env B aJbTepHATUBHOM paMKe CUUThIBA-
Hus. JIpyrue neaTuBupycHble ocooeHHoctu RELIK:
obomacte TAR, pearmpyiomass Ha TpaHCaKTUBAIIUIO
(trans-activation response), — HUKe€ BUPYCHOI'O MpPO-
motopa; Rev-or3eiBumBbiii 371eMeHT RRE (Rev re-
sponsive element) — B mpenenax env, pruOOCOMHBII
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RELIK
[ eny |
| pol | | SuU ™ rey
208 PR RT RNaseH dUTPase IN tat |:|
MA CA NC
rey
EIAV rev
tat | ]
I pol L1 [ eny |
| gag | PR RT RNaseH dUTPase IN |:| SU ™
MA  CA  NC S2
FIV/BIV/OMVV
tat tat (BIV on)
(I
8ag vif | eny |
MA CA NC
| pOl | SuU ™
PR RT RNaseH dUTPase IN r€|:1}7 %l}
HIV-1 tat vpu rev
vpr [T —
| pol | mEH; eny |
a PR RT RNaseH IN SU ™
[ sag | 0

ij rey tat

Puc. 1. 'enomHas opranusanus nposupyca RELIK nokazaHa B cpaBHeHUHU C OpraHU3alMsIMU TeHOMa JIPYTUX IMOATPYIII JIEH -
TUBHMPYCOB: Jiolany (BUpyc nHGeKIMOHHOI aHemuu jolianeit EIAV), kouku (Bupyc ummyHozaeduimra kourek FIV), 6bika
(Bupyc nuMMyHomedunTa KpymHoro poraroro ckota BIV), oBusl (Bupyc oBibl maenu-sucHa OMVV) u npumaros (HIV-1).
V GosbIIMHCTBA JIMHUI TPUMAaTOB oTCyTCTBYET reH vpu (Katzourakis et al., 2007).

caiit cMemneHust — B Havdane pol; dUTPase — mexny
RNaseH u mHTerpasoii B pol, oOHapyXeHHas y He-
MPUMATHBIX JICHTUBUPYCOB; CAUT CBSI3bIBAHUS C KOH-
cepBatuBHOI JJeHTUBUpYCcHOI TPHK nu3uHa u ¢ oT-
MEUEHHBIM CMENIEHUEM HYKJICOTUIHOM KOMIIO3M-
LIUU, C CWJIbHBIM TIpeAIIouTeHUEM aAeHUHa (A) Ha
ryanuHoM (G) u tTumuHa (T) Ham nuro3unom (C) —
yepe3 Bcio 001acTh kKogupoBanus. RELIK umeert re-
HOMHYIO OpraHu3aiuio, NpoCTEHIIyI0 U3 BCEeX JIEH-
TUBUPYCOB, U HE MMEET T'eHa Vif, YTO CBOMCTBEHHO
TakKe BHUPYCY WH(PEKIIMOHHOM aHEMWU JIOIIancii.
MoXHO MpeanoaoXuTh, YTO JIEHTUBUPYCHI KPOJIM-
KOB WJIM, BO3MOXHO, IPYIrMX BBIMEPIIMX 3ai1Ie00-
Pa3HBIX MOTIJIM OBITh MPEAIIECTBEHHUKAMH COBpE-
MEHHBIX 9K30T€HHBIX JIEHTUBUPYCOB. IIpu 3TOM ca-
MU KPOJIMKU HE 00JeroT 9K30Tr¢HHBIMU
JeHTuBupycHbiMU UHbekuusmMu (Keckesova et al.,
2009).

RD114-AND-D-TYPE-RETROVIRUS

BupycHble nHTepdepeHIIMOHHbBIE TPYIIIIBI IIPEeI-
CTaBJISIIOT CO00IT COOpHBIE TPYITITHI TAKCOHOMUWYECKH
Pa3IUYHBIX PETPOBUPYCOB, OOHAPYKEHHBIX Y MJICKO-
MUTAIOIINX U MITUL], KOTOPKIE pa3IMYaIOTCs 10 FeHaM
gag 1 pol, HO UMEIOT OOIIME TOMOJIOTU T'e€Ha env U UC-
MOJIL3YIOT OAWH W TOT Xe pelenTop Ha KJIETOYHOI
MOBEPXHOCTHU JJIsI IPOHUKHOBEHUS B KIIETKY (Som-
merfelt, Weiss, 1990).

YCITEXY COBPEMEHHOM BUOJIOTUH

HMurepdepennmonnas rpymnmna RD114-and-D-type-
retrovirus (RDR) BkimoyaeT B ce0s1 psii TAKCOHOMUYE-
CKU Pa3HOOOPA3HBIX PETPOBUPYCOB, B TOM YMCJIE BUPY-
cei tuma C (OPB) 1 tuna D (3K30reHHBIE peTPOBUPYCHI),
BUPYCHI, KJlaccubUILIMPYyeMble KakK 3-peTpoBUPYCHI U
Y-PETPOBUPYCHI, a TAKXKE PACTYIIUI CITUCOK JIOKYCOB
OPB ¢ mocienoBaTeIbHOCTIMHU, OYeHBb TTOXOXWUMU
Ha reH RDR (Sinha, Johnson, 2017).

Hecath mpencraBuTesIeil MHTep@epeHIMOHHOMN
rpynnbel RDR — Bupychl, ki1accuguupyemsie 1100
Mopdomorndecku Kak Tun C wiu tun D, 1160 1o ux
CITOCOOHOCTH IIepedaBaThbCsl 10 3apOMABIIIEBOI JI1-
HHMU XO3siMHA (3HOOTEHHEIE) WM TOPU30HTAJILHO
(ak3oreHHbIe). PerpoBupyc RD114 BriepBbie ObLT 00-
HapyxeH B Hadayie 1970-X IT. B KauecTBe KaHauaaTa
OHKOTE€HHBIX BUPYCOB YeI0BEKa.

B Hacrosiiee BpeMst u3BectHo, uTo RD 114 saBsi-
€TCsI KOIIaYbUM DHIOTeHHBIM BUpycoM tuna C, Ko-
TOPBIA, KpOME TOTO, 3apaxkaeT M KIJIETKM YeJIOBeKa,
MIPUMAaTOB U CO0AK, BBI3bIBAsI CHHIIMTHAIbHBIM LIUTO-
natudyeckuii addexkr (Klement, McAllister, 1972;
McAllister et al., 1972; Niman et al., 1977).

HBa npyrux Bupyca tuna C B rpynie RDR — Bu-
pyc Hekposa cene3eHKUu SNV U 3HAOTeHHBbI BUPYC
0abyuHa BaEV. SNV — Bupyc nTMIbero peTUKyI09H-
JOTeJIN03a, KOTOPBIN MPUBOIUT K CMEPTU UJIU UMMY -
HoAehUUMTY YyTOK B 3aBUCMMOCTM OT BO3pacTa Ha
MOMEHT 3apak€HWsl U BbI3bIBA€T LIMTONATUYECKUIA
Ne 1
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3¢ PeKT B KyTbTUBUPYEMBIX KJIIETKAaX IITHII, COOaK N
kpbic (Kalter et al., 1973; Kewalramani et al., 1992).

Bupyce! Tumma D, oTHOCsIIMECs K TpyIiiie MHTEp-
depenuu RD114/type D, BKiIIOYaOT BUPYC OYKO-
Boro jaHrypa PO-1-Lu, Bupyc O6ennubux o0e3bsiH,
BHUpYC 00e3bstH Maitzona—I1deiizepa (MPMYV, Takke
Ha3piBaeMblii SRV-3) u npyrue peTrpoBUpYyCHI 00€-
3bsIH, CTPYIIIKUPOBAaHHBICE B OTHEIbHBLIC CEPOTUIIBLI
(SRV-1, SRV-2, SRV-4 u SRV-5), KoTOphI€ BHI3bIBa-
IOT TJYOOKMI UMMYHOOE(hUIUT, 3a0pIOIIMHHBIA
¢$ubpo3 1 aHeMulo, HabIIOgaeMble Y MHOTUX BUIOB
asmarckmx Makak (Chopra, Mason, 1970; Stromberg
et al., 1984).

I'eHn env xogupyeT IIIMKONPOTEUH OOOJIOYKU BU-
pyca, KOTOpPBIii MO3BOJSIET €My HPUKPEIUISIThCS K
MeMOpaHaM OIIpeIeAeHHBIX TUIIOB KJIETOK XO3sIMHA U
IIPOHUKATh B HUX. [IpOomyKT reHa env COCTOUT U3 ABYX
yacTeit: moBepxHocTHOTO O0e1ka SU 1 TpaHCcMeMOpaH-
Horo Oenka TM. MMeHHO IOBEpPXHOCTHBI HOMEH
OIpeaeIsieT TPOIIM3M BUpyca, ITOCKOJIBKY OH OTBEYaeT
3a pelenTOP-CBA3bIBalolIyI0 pyHKIMI0. TakuM oOpa-
30M, noMeH SU omnpeneisieT crienuUIHOCTb BUpyca
K onpenelieHHoMY peuenTopy (Vogt, 1997).

XoTsa cxoncTtBo B Oenkax Env cpeau BUpycOB
RDR-rpynmel coctaBiasier Bcero okoio 20%, kKak
SU-, tak 1 TM-goMeHBl UMEIOT KOHCEpBAaTUBHBIC
MOTUBBI, TTIO3BOJISIIOLLIME Y3HABATh OAWH U TOT XK€ TUIT
KJIETOYHOTO penienTopa. OCHOBHBIMM TUITAMU 3JIEMEH-
TOB, paclio3HaBaeMbIMU peTpoBupycamMu RDR-rpyri-
Tbl, sIBJIsTIOTCSI ASC-aMMHOKUCIOTHBIE TPAHCIIOPTEPhI
1u2 (ASCT1, ASCT?2). ASCT2, KOTOPBIii UCITOIb3Y-
ercs 6oapiiMHCTBOM RDR-BupycoB, — Hatpuii-3a-
BUCHMBbI1 aMUHOKUCIOTHBIN TPAHCTIOPTEP C LIIMPOKOIA
cyocTpatHOl crienrudUIHOCTBIO. OH IIPUHUMAET B Ka-
YyecTBe cyOcTpaTa HeHTpajibHble aMUHOKMCJIOTHI, B
TOM 4YHCJIe TJIIOTAMUH, acliaparvH, JeMLuH, a TaKXKe
AMMHOKMCJIOTHI C Pa3BETBJIICHHOI 1IEIIbIO 1 apOMaTH-
yeckue (Rasko et al., 1999).

DKcIpeccrus peTPOBUPYCHOTO TIIMKOIIPOTEHHA
Env 4acTto BBI3BIBaE€T YCTOMYMBOCTD K ITOBTOPHOMY
3apakeHMIO KJIIETKU TEM e TUIIOM BUpyca WU He-
POICTBEHHBIMU BHpPYCaMH, KOTOpPBIE WCITOIB3YIOT
OIMH U TOT K€ KJIETOYHBII TTOBEPXHOCTHBIN periern-
TOp. DTO SABJICHUE HA3bIBAIOT CyNepUHMOEKIIMOHHOI
nHtepdpepernnueii (CH). B ocHoBe sBIeHUS JICXKUT
TTOJaBJICHWE BKCIIPECCUU PEeleNTopa Ha ITOBEPXHO-
CTH KJIETKU WX OJIOKUPOBaHMUE €ro BUPYC-CBSI3bIBA-
oiiero ngomeHa. UccaenoBanuga CU 11o3BOJIAIOT
OIPENeISATh TPOTIU3M Pa3HBIX PETPOBUPYCOB K OTHO-
MY pelenToOpY U O0bEeAUHSITh BUPYChI B UHTEpGEepeH-
UOHHBIE TpymIIkl (Sinha, Johnson, 2017).

TJIAUEHTA U CUHLIMTUHN U UX CBA3b
C SHAOTEHHBIMHU PETPOBUPYCAMUA

O1TOIOTBOPEHHBIE SIMIIEKIIeTKU AuddepeHIn-
PYIOTCSI BO BHYTPEHHIOIO KJleTouHylo Maccy (BKM) u
HapyxHy1o Tpodoskronepmy. M3 BKM B manpHei-
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IIIEM Pa3BMUBAETCS caM 3MOPHMOH, a TaK:K€ aMHMOH,
JKEJITOUHBII MEIIIOK U AJZTAHTOMC, TOTAA KaK TPO(MHIKTO-
JIepMa oOpa3yeT XOPUOHNYECKYIO MEMOpPAHY U ITO3XKe
CTAaHOBMTCSI OCHOBHOI YaCThIO 3apOIbIIIIEBOM TUIallCH-
ThL. JIJIs1 TOIy4eHMsT IMTaTeIbHBIX BEIIECTB M ra3000-
MeHa B yTpobe Matepu (hopMHUpyeTCs TUIAlleHTa, CTPO-
eHMe KOTOPOM 3HAYMTEJbHO OTINYACTCS y Pa3HBIX
MJIEKOMIUTAIOMIMX. MOXHO BBIACIUTh CJEIyIOIINe
TUIIBI KJIETOK, KOTOpPbie (hOPMUPYIOT Oapbep MEXKIY
SMOPUOHAIBHOM U MaTePUHCKON KPOBBIO: SHAOTE-
JIMI MAaTePUHCKUX KaIWJLISIPOB, SHAOMETPHUIA MaTKU
(cTpoMa v/WiIu Aeluuaya), SMUTeIMaJbHbBIN CIO0M 3H-
JIOMEeTpHUSI MaTKHU, CJIoii/cionu TpodoOIacToB, KOTO-
pbI€ COCTaBJISIIOT SMUTEINN XOPUOHA, COETUHUTEIIb-
HbI€ TKaHU IUIOAA U SHIOTEINI KalWUIIpOB IUIOAA.
MartepuHCKUE MUTaTeIbHbIE BEILIECTBA U T'a3bl JOIK-
HBI IIPOMTU Yepe3 3TU KIIETOYHBIE CJIOU, YTOOBI TO-
CTUYb IJIONA, a METaOOJIUTHI JOJKHBI OBITh YIaJICHBI
00paTHO B MAaTEepPUHCKYI0O KPOBEHOCHYIO CHUCTEMY
(I'mn6ept, 2010). B sanuTtenroxopuaibHOI IIAlIEHTE
SIIMTEINI MaTKM KOHTAKTUPYET C MEeMOpaHOI XOpH-
OHa. DTOT TUII TJIALICHTHI BCTPEYAeTCsl Y KOIBITHBIX,
KWTOB U IeJIb(PMHOB, a TAKXKe Y HU3IINX IIPUMaToB. B
9HJIOTEIMOXOPUAILHOM TUTallEHTe SHAOTENIUI MaTe-
PUHCKHUX KaIlWJUISIPOB PAaCIIONIOXeH OJM3KO K TpO-
¢dobacTy, 4TO OOYCIOBICHO UCTOHYCHUEM CTPOMBI
W TIOTepeil SNUTEINSI MATKU. DTOT TUII IUIALICHTHI Ha-
OrofaeTcs y IUIOTOSIIHBIX, HO TaKXKe BCTpEUYaeTcs y
ciionoB (Enders, Carter, 2004). B remoxopuajibHOIt
IU1alleHTe, HaIIpOTUB, MaTepUHCKAasi KPOBb HAXOIUT-
CsI B HEIIOCPEICTBEHHOM KOHTaKTe C TPO(P0OIaCcTOM,
GYHKIMOHUPYS 0e3 3HAOTEIUS KaNWIIspoB. DTOT
TUII TJIALeHTHI HAOIIOMAETCSI Y MHOTMX I'PBI3YHOB U Y
BBICIINX MTPUMAaTOB, BKIo4as Jroaei. Korma-to cuu-
TaJIOCh, YTO 3BOJIOLMUS IUIALICHTHI IIPOIIUIA OT HauMe-
Hee MHBa3UBHOM (hOPMBI — STUTEITMOXOPUATEHOM TIJT1a-
LIEHTbl — A0 CaMOM MHBAa3UBHOM — reMOXOpHUAJIbHOM
nnaneHThl. TeM He MeHee, (PUIIOTeHEeTUUYECKUIA aHa-
JIn3 HaOOPOB MOJICKYJISIPHBIX TaHHBLIX HE MOATBEP-
KIaeT BBIBOJ O TOM, UTO HanuOoJiee MHBa3UBHBINM TPO-
¢do01acT SIBASEeTCS HOBEHIIUMM U 00Jiee COBEpILECH-
HbIM TUMNOM IuUlalieHThl. Hampumep, THeHBI
OTHOCSITCS K OTPSIAY IJIOTOSIAHBIX, HO, B OTJIMYUE OT
co0ak 1 KoIlIeK, IJIsl TUeH XapaKTepHa TeMOXOpUallb-
Hast 1aneHTa (Enders et al., 2006). Kpome Toro,
KPYITHBIE XKUBOTHBIE, B TOM YHMCJIE JOMAaIIIHUE, NMe-
IOT BMUTEJIMOXOPUATIbHYIO WIN SHIOTEIMOXOpUATb-
HYIO IUIALIEHTY, KOTOpasl CIyXKUT He TOJIbKO I 00-
MEHAa IMTAaTeIbHBIMU BEllleCTBAMU 1 Ta3aMU, HO TaK-
Xe M IS TONISCPXKKM pocTa 3MOpHMOHA B yTpoOe
MaTepu. DTU IUIalleHTapHBIe BapHalliid U CXOACTBA
MEXIY OTIAEIbHBIMU (bUTOTeHETUUYECKUMU AEPEBbhsI-
MU HOATBEPKIAIOT KOHBEPTEHTHYIO BOJIIOLMIO T1J1a-
eHTH y MuekonuTatomux (Lavialle et al., 2013).

2021



20 AJIMITIKWUHA u np.

BBOJIOLOMA ITJIALHEHTBI YEPE3
CUHLUUTUOTPOPOBJIACTDBI

O6pazoBaHue U (yHKIMOHUPOBAHUE CUHIIUTHO-
TpodobiiacTa TakKe MOATBEPXKIACT KOHBEPTEHTHYIO
9BOJIIONMIO TIaneHThl. Kietku cmHOIuTHOTpodo0-
JlacTa, COCTaBJISIIOIIME XOPUOHUYECKYI0 MeMOpaHy,
00pa3yloTcd B pe3yabTaTe CAUSHUS MOBEPXHOCTHBIX
KJIETOK TPO(OKTOIEPMBI M YIaCTBYIOT B 3(PPEeKTUB-
HOM OOMeHe MUTATeJIbHBIX BEIIECTB U ra3a, a TakxKe
MMPOM3BOJICTBE IUIALIEHTAPHOTIO JAaKTOreHa U XOPHUO-
Hu4eckoro roHagorpormaa (Bischof, Irminger-Fin-
ger, 2005; Moffett, Loke, 2006). Dta cTpyKTypa Tak-
K€ UTpaeT KII0YEBYIO pOJIb B UMMYHOTOJIEPAHTHOCTH
SMOpHOHA K MATEPUHCKON HMMYHHOM CHUCTEMe.
B cnydyae remoxopuaibHOM IUIALEHTBI MOXHO pac-
CMaTpUBaTh CJICAYIOIINE TUIILI CTPYKTYP CUHIIUTUO-
TpodobilacTa B 3aBUCUMOCTH OT KOJIMYECTBA CJIOCB
TpodobaacTa: y KpbIC IUIALIEHTa XapaKTepu3yeTcs
KaK MOHOXOPHUAJIbHAS C OMHUM CJIOEM CUHIIUTUOTPO-
¢dobacTa; yegoBedecKas MialeHTa Kiaccuuimpo-
BaHa KaK MOHOXOpHaJibHasi, HECMOTPSI Ha OTCYT-
CTBUE JTAOUPUHTHON 30HBI, TTOMOOHON KPBICMHOI;
MBI U XOMSIKM UMEIOT TPU 1o TpodoOIacToB,
MO3TOMY UX IUIalleHTa KiacCuGULUPyeTcs: KaK TpU-
xopuanbHast (Bhiwgade et al., 1992; Pfarrer et al.,
1999). DTu HaGIIOAEHNS YKA3bIBAIOT HAa TO, YTO, XOTSI
TUIALIEHTHI BBIITOJHAIOT aHAJOTMYHbIe (DYHKIIMU 1~
TaHUS ¥ Ta3000MeHa, X MOp(OoI0rus ropasno bojee
pa3Hoo6pasHa, 1 Mop¢oJoruuyecKe Bapualuy He
OrpaHMYUBAIOTCS TIPUHAIJIEXKHOCTDIO K crieiuduye-
CKOMY YYaCTKy 3BOJIOLIMOHHOTO ApeBa MJICKOIIMTA-
romux (Imakawa et al., 2015).

INIAHEHTAPHBIE ®HAOT'EHHBIE
PETPOBHMPYChbI

bnarogapss MHOrOYMCIE€HHBIM aHaJIM3aM T€HOM-
Hoit JIHK miaekonuTarolux OBLJIO BBISIBICHO, YTO
MOBTOPSIIOIIMECS MOCAEI0BATEIbHOCTU COCTaBJISIIOT
o MeHbleit Mmepe 45 1 40% reHoma 4eaoBeKa U MbI-
1 cootrBeTcTBeHHO (Lander et al., 2001; Chinwalla
et al., 2002). M3 aux DPB u peTpoTpaHCIIO30HBI C
LTR cocraBnsiior 8 u 10% 3TNX reHOMOB COOTBET-
ctBeHHO. Kak yacth reHoma opranuzma OPB moryt
MOTEHUMAJIbHO TIPOSIBJISITH HEKOTOpble (DYHKIIMU,
XOT$S1 UX HYKJIECOTUIHBIE CTPYKTYPbl B OCHOBHOM Ji€-
MOHCTPUPYIOT IeJeUMU U/UIN MyTauuu. beuio BbI-
SIBJIEHO, UTO OeIKU Env MHIyLUMpPYIOT CIUSHUE Ke-
toK (Dupressoir et al., 2012; Lavialle et al., 2013).
VY moneii 6pU10 UaeHTUGULIMpPoBaHo 18 HyKiIeoTUA-
HBIX CTpPYKTYyp DPB-env, cpenm kotopwix 16 reHOB
MOJIHOCTBIO KOIUPYIOT F€HbI env U TPAHCKPUOUPYIOT-
Csl B HECKOJIbKMX 3OPOBBIX TKAHSIX; OJHAKO TOJIBKO
Tpu u3 18 DPB obianaoT py3oreHHOI aKTUBHOCTBIO
(De Parseval et al., 2003; Blaise et al., 2005).

Y yenoBeka ObITM BBISIBIEHB CUHIIMTUH- 1, TIpU-
Hagyexamuii K cemeiictsy HERV-W, u cuHIuTHH-2,
otHocsmmiica K ceMeiictsy HERV-FRD — onu o6a
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KCIIpeccupyroT 6eku Env n obnamaioT py3oreHHOM
akTuBHOCTHIO (Blaise et al., 2003). I1pu aHanu3e reHo-
Ma MBI ObLTM HalleHbl M Ha3BaHEI ABa env-TeHa,
KOIUPYIOIINX OeJIKM ¢ (hy30r€HHOI aKTUBHOCTBHIO —
CUHUUTUH-A u cuHUUTUH-B (Dupressoir et al.,
2005). B nocinenHee BpeMsl ObLIM BbISIBJIEHBI M OXa-
paKTepr30BaHbl HOBblE CUHIIMTUH-TTOTOOHBIE T€HBI.
HecmoTtps Ha To, uTo ceMeiicTtBo Leporidae (kponu-
KM M 3ailibl) JIMIIb OTOAJICHHO CBSI3aHO C BHUAAMU
IIPUMATOB M MBIIIECH, MX IJIalleHTapHbBIE CTPYKTYPHI
MMEIOT CXOIHYIO Mopdosioruio. brijo yctaHoBIEHO,
4yTO curyumun-Ory I Konupyer crieuuuyecKuii ria-
LIEHTapHBII 0€I0K ¢ (PY30reHHOM aKTMBHOCTBIO, KO-
Tophblii oOHapyxeH y Leporids (Heidmann et al., 2009).
OH cyIlIeCcTBYeT y 3TUX BUAOB 0oJjiee 12 MJIH JIET, ¥ UYTO
OoJsiee BaxkHO, ero perentop ASCT?2 aBisieTcst opTo-
JIOTOM YeJIOBEUECKOTO pelieriTopa CUHIIMTUH- 1, XOTs
ux TpoucxoxneHue pasanuyHo (Heidmann et al.,
2009). Dxcrpeccust 3TOTO reHa B 30HE KOHTaKTOB
IUTAlleHThl TIpearojiaraet, 4To cunyumun-0ryl Mo-
XKET y4acTBOBaTh B (DOPMUPOBAHUM CUHIIUTUOTPO-
¢dobaacTos.

I'enn, mpoucxomsume u3 DPB, mosgsasiorTcs
[JIaBHBIM 00pa3oM Yepe3 BUPYCHble WHMEKIINN
1/WIN PEeTPOTPAHCIIO3UIINN; OHU OOBIYHO He oOpa-
3yIOT KjJacTepoB B reHome. Hampumep, Fematrin-1
OBLI MHTETPUPOBAH B MHTPOH 18 romoJrora omyxoie-
BoTO cyripeccopa 2 (Fat2), U B COCETHUX pETMOHaxX He
ObpUTO0 OOHapyxeHo HuKakux DPB (Nakaya et al.,
2013). Kpome TOor0o, MHTErpanus 3K30re HHOTO BUPY-
ca Bcerjga CBsI3aHa C pa3jIMYHbIMU KOMIIOHEHTaMU
reHoB (HarpuMmep, gag, pol U env), a TakXe ¢ caTaMu
peryistuyn Tpanckpunoun LTR, 1 mosToMy 3BOJTIO-
LIMOHHBIE IIyTU TIpuodpeTeHrs1 DPB nomKHBI OBITH
(GYHKIIMOHANBHBIMU, a TAaKXKe CHECHUMUIHBIMU IS
KOHKPETHOTO JIOKYCa.

[1pu sxcrpeccuy reHOB CUHLIMTHHA- 1 11 -2 JeJtoBe-
kKa GCMI1 sBisgercs TpaHCKPUITIIMOHHBIM (haKTOPOM,
PETYIUPYIOIIMM HWX TPaHCKPUITLUMOHHYIO aKTUB-
HocTb (Yu et al., 2002). CD9 — eliie oavH peryasitTop-
HBII PaKTOp, KOHTpOIUpyIomuii reisl GCM 1 v cun-
yumun (Muroi et al., 2009). Kak u y moaeit, GCM 1
KOHTPOJIMPYET 3KCIIPECCUIO MBIIIMHBIX T€HOB CUH-
mutuHa-A u cuHuutuHa-B (Schubert et al., 2008).
TpanckpunumnoHHbI hakTop GCM 1 KOHTpoUpyeT
5TU TOMOJIOTUYHEIC T€HbI Y Pa3HBIX BUIOB, YTO 00b-
SICHSIETCSI TEM, YTO OPTOJIOTMYHBIE T€HBI ObLIIN 3aMe-
HEHBI TOMOJIOTMYHBIMU IIOCPEACTBOM MHTErpalun
OPB. UnaTterpanusa omHoro DPB mMoxeT Takxke co-
MIPOBOXOAThCS HMHTerpanueid apyroro OPB; xorsa
OKOHUaTeJIbHBII BBIBOJI CAEIaTh HEBO3MOXKHO, U3HA-
YaJIbHO pPeJIeBAHTHBIMY T'eHaMU ObUIA He 00513aTeIbHO
OPB, a ckopee 00IME OPTOJOTMYHBIE T'€HBI, BO3-
MOXHO, ADAM 1, ADAM2 w ITG. BHOBb TIproOpeTeH-
HbIe DPB MoryT ¢yHKIIMOHMPOBaTh B IIALIEHTAPHOM
MopdoreHese ¢ 6oabniei 3pPeKTUBHOCTHIO, YEM pa-
Hee CylllecTBOBaBllIMe TreHbI. Ilpu wuccienoBaHUU
cuHiuutMHa-Ruml m Fematrin-1 Obl1o mokasaHo,
YTO ITOCJIETHUI 00iaman ropasao JIydymein ¢py30reH-
ToM 141

Nel 2021



POJIb SHIOTEHHBIX PETPOBUPYCOB

HocThlo, yeM mepBhiii (Nakaya et al., 2013). Takum
00pa3oM, IIPOUCXOST TocieoBaTeIbHbIC TPUOOpe-
teHus1 DPB ¢ Toii ke hyHKIMel 61arogapsi UCTIOJb-
30BaHMIO ToMONIOrnYHbIX TeHoB (Carter, 2014). ITony-
yaeTcs, YyTo ABa (WIn 0oJiee) reHa BBIIOJHSIOT OIHY U
Ty e (OYHKIIUIO B TeHOME JaHHOTO BUA XO3sIMHA, U
B KOHIIE KOHIIOB HEJJaBHO IPUOOPETEHHBIM IT'eH OepeT
BEpX, CTAHOBSICh OOJiee 3HAYMMBIM, YEM IPEIbIIY-
muii (Nakaya et al., 2013; Imakawa et al., 2015).
[Npenpimymuii TeH MOXET OBITh IOTEPSIH WJIM KC-
MOJI30BAaH ISl Opyroil (yHKIMU, HANpUMEp, IS
PETYISILIMM UMMYHOCYIIPECCUM, KOTOpasl TakKe He-
o0xomyma UISI HOPMaJIbHOIO MPOXOXACHUST Oepe-
MeHHOCTH y MiiekornuTaromux (Lavialle et al., 2013).
B 3To0ii rurioTe3e 3BOJIIOLMS TEHOB ITOCPEACTBOM MH-
terpaumu D PB MoxXeT mpoTekaTh OBICTpee, 4eM B 00-
Jiee TpaaIUuLIMOHHBIX MOJEISIX dBOJIIOIUY T€HOB, MO-
CKOJIBKY TPaHCKPUITLUS TKaHEeCTIeUU(PUIHBIX U/WIN
COCEIHNX T€HOB MOXET PEeryJIMpoBaTh 3KCIIPECCUIO
reHoB OPB (Yu et al., 2002; Muroi et al., 2009; Na-
kaya et al., 2013). /Inst DPB, koTopble (hyHKIIMOHUDY-
JOT B PEeIIPOAYKTUBHEIX ITpolieccax, mHTerpanns D PB
JOKHA OBITh CIieM(UIHON IS JIOKyca, ITOTOMY
YTO OHM MOTYT TPAaHCKPUOMPOBATHCS C X COOCTBEH-
aeiMr LTR miam BMecTe ¢ reHamMu, cielimUIHBIMA
s 1aneHTsl (Dewannieux, Heidmann, 2013; Na-
kaya et al., 2013).

OTa runoTe3a TakXke MOXET ObITh TIPUMEHEeHa 151
OOBSICHEHUSI CTPYKTYPHOIO pa3zHOOOpas3usl IialleH-
Thl cpeau MJjekonuTaromux. P@yHKIUU Tpodobiia-
CTOB U UX (hy30reHHass aKTUBHOCTb AEMOHCTPUPYIOT
0OJIblIIe CXOMICTBA, UeM pa3IM4ii, HE3aBUCUMO OT UX
WHBa3WBHOI U HEMHBAa3UBHOM MpUpobl. M3-3a cBO-
€ro pacrpeneyjieHus Cpeau FeHOB MJIEKOTUTAIOIIUX
Pegl0 u Pegll MOXHO cuMTaTh OOIIMMHU TeHaMHU,
MEepBOHAYAJIbHO HEOOXOAWMBIMU IS  3BOJIIOLIUU
IUTalleHTapHBIX MJekonuTtaomux (Ono et al., 2006;
Sekita et al., 2008). CoxpaHsist Te xXe QYHKLMU, IJ1a-
LIEHTapHbIe CTPYKTYPhI ObLIN IMBEPCUDUIIMPOBAHbI
OJrarogapst MpuoOPETEHNIO HOBBIX TE€HOB, TAKMX KaK
OPB. I1o Mepe Toro Kak Xo3siMH NpuoOpeTaeT HOBbIE
OPB, rex obecrieuynBacT penpoOayKTUBHBIE IIPEUMY-
11IECTBa, KOTOPBIE 3aTeM OTOMPAIOTCS B MOIMYJISLINH,
B KOHEYHOM MTOIe€ CTAaHOBSICh OOIIUMMU [IJisl BHUAA
(Imakawa et al., 2015).

3AKJIIOYEHUE

DHOOreHHEBIE PETPOBUPYCHI MOTYT OBITH MCIOJIb-
30BaHbI KaK MapKephbl B CPABHUTEILHOM T€HOMUKE B
JorojHeHrue K aHaau3dy SNP u ucronab3oBaThCsl B
MOIYJISILAOHHBIX TE€HETUYECKMX MCCIICIOBAHMUSIX
(Carneiro et al., 2014; Meadows, Lindblad-Toh, 2017;
Rivas-Carrillo et al., 2018). BToMy crmocoOCTBYeT U
TO, 4yTo DPB cerpernpoBaHBEl B OCHOBHOM BIOJIb (pH-
JIOTEHUM XO35IMHA, YTO II03BOJISIET IaTUPOBAaTh BU-
pPYCHBIE BCTABKY B TEHOM U OLICHUBATh UX 9BOJIIOLOH-
HBIC TIOCJIEACTBUSI B Pa3BUTUY OTHOIIIEHU BUPYC—XO-
39H. TakmM 00pa3oM, IIPUCYTCTBHE TOMOJOTHUIHBIX
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rocjaeaoBaTeIbHOCTeM (0T 65 10 95% roMoIOTUYHO-
ctu) OPB cBs3aHO ¢ 3KCcMaHcueit 9K30T€HHBIX pe-
TpoBUpycoB. DPB He SIBISIOTCS y4aCTHUKAMU TOPU-
30HTAJILHOTO TIePEHOCA, OHU SIBJISIIOTCSI CAMUM O0b-
€KTOM TOPU30HTAJILHOTO IIepeHOca, 3a CYET Yero
MPOMCXOASIT MUKPO- ¥ MaKpo3BoJOLMU. B reHome
MJIEKOITUTAIOIINX TPEACTABIEHO OOJBIIOE KOIUYe-
ctBO DPB, ux uynciio MoXeT pa3HUTHCS B 3aBUCUMO-
CTU OT TOTO, SIBJISIETCS JIU KUBOTHOE JUKUM WU OJI0-
MalllHeHHbIM. Hawnbolblllee KOJIMYECTBO BCTABOK
DPB oOHapyXeHO He y OHOMAaIlllTHEHHBIX, a Y JUKHUX
JKMBOTHBIX BHE 3aBUCUMOCTHU OT apeajla X IpOoKUBa-
HUS, YTO YKa3blBaeT Ha CHMWXXCHHUE TeHETUYECKOIO
pa3sHOOOpa3usl Cpeau JOMAITHUX XKUBOTHBIX U KOppe-
JINPYET C paHee OnUcaHHBIM cHIkKeHueM SN P-pasHo-
obOpas3ng y HUX.

KOH®JIMUKT MHTEPECOB

ABTODBI 3asBJISTIOT 00 OTCYTCTBUM KOHMJIMKTA MHTEPECOB.

COBJIIIOAEHNE OTUYECKNX CTAHIAPTOB

Hacrosias cratbsd He COOepXUT KaKUX-JIMOO MCCIIe-
IOBAaHU C y9aCTHEM JIIOJIeI U JKMBOTHBIX B KQUECTBE 00b-
€KTOB UCCJIeIOBAHU.
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Role of Endogenic Retroviruses in the Domestication Process
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D. V. Troshev“, and D. V. Boguslavsky*“
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Endogenous retroviruses (ERVs) play an important role in the regulation of the expression of many animal
and human genes, and are involved in the processes of transcriptional and post-transcriptional editing. ERVs
retain a certain genetic similarity to the exogenous generic virus. ERV research helps to know the age and rate
of evolution of exogenous viruses that are contagious to animals and humans. It is known that retroviruses
arose before the appearance of vertebrates, which makes it possible to assess their contribution to the evolu-
tionary development of organisms. ERVs have no species boundaries, which is due to horizontal transfer,
however, the movement of retrotransposons in the genome of animals can lead to cytogenetic defects and
bring a negative effect on the fitness of the species genome of the organism. One of the striking examples of
horizontal transfer is the LINE 1 retrotransposon, which encompasses 559 species, including animals, plants,
and fungi, which confirms the assumption about the time of the emergence of retroviruses. Retrotransposons,
participating in the processes of transposition and recombination, lead to a change in the nucleotide sequenc-
es in DNA, which leads to mutational processes in genes, in particular those responsible for the development
of neurons in the brain and nervous system and, thereby, to be responsible for the occurrence of the “domes-
tication syndrome”. Infection of germ cells with retroviruses gradually led them to ensure reproductive func-
tions in mammals. These functions include the fusion of trophoblasts in the placenta. Genes derived from
ERV are incorporated into the genome through viral infections or through retrotransposition. The review sys-
tematizes and summarizes knowledge about the evolution and transfer of ERVs in the body, their functions
in the genome, presents the main and widespread ERVs, their molecular structure and properties.

Keywords: endogenous retroviruses (ERV), retrotransposons, long terminal repeats (LTR), rabbit endoge-
nous lentivirus type K (RELIK), RD114-and-D-type-retrovirus (RDR), placental ERV, domestication
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JlekapcTBeHHBIN MENTUIHBIN MpenapaT TUMAJIMH TPUMEHSIETCS TP Pa3IMYHBIX 3a00J1eBaHUSIX, CBSI3aH-
HBIX C HapylieHueM (GYyHKIIUT UMMYHHOIM CUCTEMbI, TPU BUPYCHBIX U OaKTepHaIbHbIX MHMEKILIUIX, LIS
HOPMaJIM3alliM pereHepaluy TKaHel, Py YTHETeHUW UMMYHUTETa M KPOBETBOPEHUS TTOCIIE XUMHO- WJTH
JlyyeBoil Tepanuu. PaboTa 1ocBsiilieHa aHAIU3y MOJIEKYJSIDHOTO MeXaHU3Ma JACHCTBUS TUMaJIMHA U €ro
KOMIIOHEHTOB, K KOTOPEIM oTHOCcATCA nunentun EW (JiekapcTBeHHBIH ITpertapaT TuMoreH ), auitentun KE,
tpurientun EDP. DT KopoTKue Mnentuabl peryaupyioT 3KCIIPEecCHio TeHOB U CUHTE3 OEJIKOB TEIJIOBOTO
II10Ka, IIUTOKWUHOB, CUCTEMBI (PMOPUHOIN3A, TEPOHTOTEHOB, TUMdepeHIIMPOBKY, TTpoIUdepaiui 1 aro-
NTO3a KJIETOK. TUMaJIMH U TUMOTE€H MPaKTUUYECKU HEe UMEIOT IMTOO0YHBIX 3(P(MEKTOB U MPUMEHSIIOTCS IIPU
Pa3IMYHBIX BUPYCHBIX MHMDEKINAX. BeposaTHO, 3TH MenTUIHBIC TIpernapaTbl MOTYT ObITh 3(PHEKTUBHBI B
KOMILJIEKCHOM Tepanuu KopoHaBupycHoi nHbekunu COVID-19.

Karouessie cro6a: TMMaauH, TAMOTEH, KOPOTKHUE MEINTUABI, MEXaHU3M JCHCTBUSI, UMMYHOKOPPEKILIYS

DOI: 10.31857/50042132420060046

Cosmanne 3¢pHEeKTUBHBIX U 0e30MacHBIX JIeKap-
CTBEHHBIX IperapaToB, CIOCOOHBIX ITOBBIIIATH 3a-
IIUTHBIE (PYHKILMU OpPraHM3Ma — OOHO M3 IPUOPHU-
TETHBIX HAIIpaBJICHUI MOJIEKYJISIPHON MEIUIIUHBI 1
nMMmyHosnorun. Ilentwabl, oOpasyoliuecs IIyTeM
OrpaHUYEHHOIO MPOTEOJIn3a, SIBJISIIOTCS SHAOKPUH-
HBIMU U ayTOKPUHHBIMA HOCUTEISIMU MHMOOPMaIUN
0 JIOKQJIbHOM COCTOSTHUM (bYHKIIWIT OpraHa Wiy TKa-
Hu. HuskomosekyisipHble KOPOTKME MEeNTUIbl pa3-
MepoMm 10 10 aMMHOKMCIIOTHBIX OCTAaTKOB OOJIamaloT
IIMPOKUM CIIEKTPOM aKTUBHOCTU Y KOOPIMHUPYIOT
ouojornyeckre GyHKIUU pa3IndHbIX OPraHOB U TKa-
Hent (Peokak u ap., 2015; Khavinson, Popovich, 2017).
M3BecTHO 6OJIBIITIOE KOJIUYSCTBO IENTUIOB, PEryJIi-
pyoiux auddepeHIUPOBKY, Ipoaudepalunuo u
aronTo3 KJIEeTOK B HOpME, IIPY MaTOJIOTUM U CTape-
Huu opranusMma (Khavinson et al., 2020).

PaspaboTana TexHOJIOTUS BBIICICHUS TTOJUIICTI-
TUIHBIX KOMITIEKCOB U3 Pa3IMYHbIX OPraHOB U TKa-
HEM MOJIOIBIX XUBOTHBIX. [1epBbIM NEeNTUIHBIM JIie-
KapCTBEHHBIM IpelapaToM, CO3JaHHBIM II0 3TOM
TEXHOJIOTUU, CTAJI IIOJIUIIENITUAHBIIA KOMILIEKC, BbIIE-
JICHHBII U3 TUMYca TeJsIT — TuMaiuH (Mopo3oB, Xa-
BUHCOH, 1981; Mopo3oB u ap., 1982; XaBuHcoH, Mo-

25

po3oB, 1982). BToT npemnapaT HopMaIn3yeT (PYHKINNA
WUMMYHHOI CHUCTEMbI, CTUMYJIMPYET MPOLECCHI pere-
Hepalluy 1 KPOBETBOPEHUS B ClIydae MX YTHETCHUS.
MMMyHONIpOTEKTOPHOE NEMCTBHME TUMaIMHA BbIpa-
>KaeTCsl B BOCCTAHOBJICHMU KOJIMYECTBA U COOTHOIIIE-
HUs T- 1 B-numM@oumnToB, NX CyOnTOnyJIsINUiA, TTOBBI-
IIeHUM WX (PYHKIMOHAJIBHOM aKTUBHOCTU, YCHUJIE-
Hun daronuto3a (MopozoB u ap., 2000; Anisimov,
Khavinson, 2010). TuManuH npuMeHsieTCs TIpu Jeue-
HUY pa3IMYHBIX 3a00JIeBaHUIl, CBSI3aHHBIX C Hapy-
meHueM (QYHKIWHA MMMYHHOM CHUCTEMBI y JeTei M
B3POCJIBIX (OCTphIE Y XpPOHUUECKUE BUPYCHBIE U OaK-
TepuaabHble MH(MEeKINY, MTHPEKIIMOHHBIE THOMHbBIE
U CENTUYECKHME MPOIECChl, HApYIIEHNE IIPOLIECCOB
pereHepauuu, yrHeTeHue UMMYHUTETa U KPOBETBOPE-
HUSI IOCJIE XMMUO- WX JIy9eBoii Tepanuu) (XaBUHCOH
u ap., 1991, 2013, 2014a; XaBuncoH, Mopo3zos, 2002;
Kysnuxk u np., 2002; Khlystova et al., 2003). I[Ipume-
HeHHEe TUMaIiHAa CIIOCOOCTBOBAJIO CHIDKCHUIO Ya-
CTOTHI BOBHUKHOBEHMSI OCTPBIX PECIIMPAaTOPHEIX 3a-
OoJIEBaHM y JIIOJEH TTOXMJIOTO M CTapuyeCcKOro BO3-
pacta B 2.0—2.4 pa3a (XaBuHcoH, Mopo3zos, 2002).
YcTaHOBIIEHO, UTO TUMAJIMH HAKAIUIMBAETCS B KJIET-
Kax 3MUTEINS AbIXaTeJIbHBIX ITyTeil YeI0BeKa BO Bpe-
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Ms1 panHero sMOpuoreHesa (Khlystova et al., 2003).
I[IpuMeHeHHe TUMaJMHA B Tepalvy TalMEHTOB C
OCTPBIM a0CIIECCOM JIETKOIO IIPUBOAMIO K CHMKE-
HUIO CUHAPOMAa CUCTEMHOT'O BOCITAIMTEILHOTO OTBE-
Ta, (UOPUHOJUTHUUECKON AaKTMBHOCTH IUIa3Mbl M
npekpaineHuio rurnepkoaryassuun (KysHuk u mp.,
2002). TumanuH NPOSBISI TepPOIPOTEKTOPHbBIE
CBOICTBA B AKCHEPUMEHTAaX Ha XMBOTHBIX M B KJIH-
Hu4eckux uccienoBanusx. [Ipemnapar cmocodbcTBOBa
BOCCTAHOBJICHMIO (PYHKIIMIZ MMMYHHOI CHCTEMBI U
CHIDKAJI CMEPTHOCTb Y ITAlIMEHTOB MOXMJIOTO BO3pac-
ta (Kopkymko m ap., 2002; Anisimov, Khavinson,
2010). Takum 00pa3oM, TUMaIMH HOpMaIU3yeT (pyHK-
LIU UMMYHHOI1 U IbIXaTeJIbHOM CUCTEM, a KPOME TOTO,
00amaeT reponpoTeKTOpHEIM AelictBueM. [Ipumene-
HUE THMMaJliHa B 3KCIIEPUMEHTE W Yy MallMeHTOB C
IMHEBMOHUSIMU PA3JIMYHOI 3TUOJIOTUU, BUPYCHBIMU
MH(MEKIIMOHHBIMHA 3a00JIEBAHUSIMH  COIIPOBOXIAIOCh
HOpMajInM3aliueil CBepThbIBaHUSI U (PUOPUHOIUTUYEC-
ckoil aktuBHOCTH KpoBu (Kysnuk u mp., 2011, 2013;
XaBUHCOH U 1p., 20126, 2013).

B Hacrosiee BpeMsT OMHUM W3 TEPCIIEKTUBHBIX
MOJXO00B K KOMITJIEKCHOMY JICYEHUIO BUPYCHOTO 3a-
ooneBanuss COVID-19, Tskxemasas opmMa KOTOPOTO
COIPOBOXIAETCSI MHEBMOHUEH, TPOMOOOOpa3oBaHU-
€M M IUcOaIaHCOM ITMTOKMTHOBOTO CTAaTycCa, SIBISTIOTCS
WMMYHOMOIYJIVPYIOIIasl Tepalusl W IpUMeHeHHe
MperapaToB, HOPMAIUZYIOIIUX CUCTeMY TeMOocCTasa.
YuuteiBasi, 4To B rpytire pucka rmpu COVID-19 naxo-
JISITCSI B OCHOBHOM JIMIIA TTOXWJIOTO M CTapyeCcKOro
BO3pacTa, MOXXHO pacCMaTpUBATh TAMAJIMH KaK OTWH
U3 TperapaToB s KOMITJIEKCHOI Tepaluu uHdeK-
nuu, BeI3BaHHOM SARS-CoV-2 (Severe acute respira-
tory syndrome coronavirus 2) (Tang et al., 2020; Wang
et al., 2020; Zhang et al., 2020).

B cBs131 ¢ 3TUM BaXXHBIM SIBJISIETCSI U3YYEHUE MO-
JIEKYJIIPHBIX acTleKTOB MEXaHM3Ma JeiiCTBUSI TUMa-
muHa. ClenyeT OTMETUTh, YTO aKTUBHBIMU KOMIIO-
HEHTaMM TOJIMIENTUIHOTO TIperiapara sIBJISIFOTCSI
KOPOTKHE MENTUABI B €ro cocTaBe (XaBUHCOH U IIp.,
2017). PaHee u3 TuMajHa MeTOIOM OOpalleHHO-da-
30BOi1 BEICOKO2((PEeKTUBHOM XKMIKOCTHOM XpOMaTO-
rpapun (RP-HPLC) Ob11 BoigeneH aunentun EW,
KOTOPBIN BITOCICACTBUU ObLJI CHHTE3UPOBAH U TTOJTy-
YMJI HauMeHoBaHue “TuMmoreH”. JlampHeimme sKc-
MepuMEeHTaJIbHble Y KIWHUYECKUE WCCAeIOBaHUS
MOKa3aJii, 4YTO TUMOTEH SIBIISIETCS BBICOKO3(dheK-
TUBHBIM MMMYyHoMoxayastTopoM (Mopo3oB u ap.,
2000). MnenTudukanmss KOPOTKMX IEITUIOB B CO-
CTaBe TMMaJIMHA OCYIIEeCTBIISIJIaCh METOOAaMM Macc-
CIICKTPOMETPUU U BEICOKO3((HEKTUBHOMN XKUIKOCT-
Hoit xpomartorpadpuu (Kypxkosmu u np., 2020).
B pe3yabraTe 3TOr0 ucciaeaoBaHusI ObIIN BhISIBJICHBI
munentun KE (Buion) un tpunenitun EDP (kpucra-
reH), KOTopblie 00J1a1al0T BHICOKOU OMOJIOTMYECKOM
AKTUBHOCTHIO.

YCITEXY COBPEMEHHOM BUOJIOTUH

O6nactTu mpUMeHEeHUs JIeKapCTBEHHBIX ITIperia-
paToB TUMajJWHA U TUMOT€Ha BO MHOIOM CXOJHBI.
HMmerotcsa ciemymoliue mokazaHUus K IMPUMEHEHUIO
TUMOTeHa: TpodmIakKTHKa ¥ KOMITJIEKCHAS Tepams
OCTPBIX U XPOHUYECKUX BUPYCHBIX 1 OaKTEepUaTbHBIX
3a00J1eBaHNIT BEPXHUX JbIXaTCIbHBIX ITyTeH, Mpodu-
JIAKTMKa YTHETeHWS WMMYHUTETa, KPOBETBOPEHUS,
MPOLIECCOB pereHepaluy B MOCTTpaBMaTUYECKOM U
TocJieoniepallioHHOM Tieproaax. I1poBeneHo ABOIi-
HOE CJIeTIoe paHIOMU3UPOBaHHOE TTAe60-KOHTPO-
Jupyemoe uccienoBaHue a(p(peKTUBHOCTU TUMOTeHa
y MallMEHTOB MOXWJIOTO BO3pacTa IOocje YIaIeHUS
COJIMITHBIX OMYXOJeil B OPIONIHOI TTOJIOCTH M 3a6pIo-
IIMHHOM MpOCTpaHcTBe. JJoonepalluoHHOE UCTIOJb-
30BaHNE TUMOT€HAa BOCCTAHABINBAJIO CTPYKTYPHBIC 1
byHKIIMOHABHEIE TTapaMeTpbl UMMYHUTETAa W TIPH-
BOJIMJIO K CTATUCTUYECKU 3HAYMMOMY YMEHBIIIEHUIO
KOJIMYECTBA U CTIEKTPa MOCIE0IepaIlMOHHBIX OCTOX-
HEHWIT ¥ COKPAIIEHUIO TTOCIIEOIIepallMOHHOTO TIepH-
ona (CmupHOB U ap., 2011). TuMoreH Tak xe, Kak u
TUMAJIUH, TIPOSIBIISIIT TEPOTIPOTEKTOPHBIE CBOMCTBA B
SKCTIepUMEHTaX Ha KMBOTHBIX. AHAJIOTMIHO THMa-
JIUHY, TIPpUMEHEHUE TUMOTEeHA B OKCIEPUMEHTE U Y
MMAIlMeHTOB C MTHEBMOHMSIMU PA3IMIHOM STHOJIOTUH
W BUPYCHBIMU WHGEKIIMOHHBIMU 3a00JIeBaHUSIMH
COMPOBOXIAJIOCH HOpMaJIU3allueil CBEPTbIBAHUS U
GUOPUHOJIMTUYECKON AKTUBHOCTH OEIKOB IIJIa3MBbI
kpoBu (Ky3nuk u mp., 2011; XaButxcon u ap., 2013).
CrenyeT oTMETUTb, YTO BBeJIEHHME THUMOIeHa Kpbicam
TIPYUBOAWIO K TIOBBIIIEHUIO BEDKMBAEMOCTU U CHIIKE-
HUIO YKCIIa oITyXoJieii B 1.5 pa3a (Anisimov et al., 2000).

BrISIBIEHO, YTO KOPOTKME MENTUIBI — TUMOTEH,
BUJIOH, KPUCTareH aKTUBUPYIOT U depeHIIUPOBKY,
TMOBBIIIAIOT XXU3HECITIOCOOHOCTh M Mpoyrdepanuio,
CHIXAIOT aIloNTO3 Pa3IMYHLIX CYOHOITYISIIU M-
MYHHBIX KJIETOK.

O0HapyxeHOo, uTo npuMeHeHue nentuna KE ctu-
MYJIUPYET KJIETOUHBIM UMMYHUTET U Heclieuduye-
CKYIO PE3UCTEHTHOCTh OPraHM3Ma, OKa3bIBAET aKTU-
BUpYylolllee NeiicTBUe Ha Makpodaru, JUM@OIUTHI
KpoBHU, TUMOLIMTHI U HelTtpodunsl (Illepdbak u ap.,
2004; CeBocThsiHOBA U 1p., 2012). BuioH nHayuupyet
aKcrpeccuto Mojiekyst CD4 u CDS Ha KiteTKax TUMyca,
CTUMYNUPYS UX TUddEepeHIIMPOBKY B HANlpaBJIeHUN
T-xennepoB (CeBocTbsiHOBa U ap., 2012). IlenTum
KE npu BBeieHUM B OpraHM3M TpaHCTEHHbBIX MbILIEH
MoNaBJsgeT 3Kcnpeccuto oHkoreHa HER-2/neu B 2
pa3a (XaBuHcoH, 2009). BunoH cmocoOCTByeT yBe-
JIMYEHUIO TOJIU TPaHCKPUOUPYEMOTO 3yXpoMaTrHa 1
CHUZKEHUIO KOJIMYECTBA reTepoxpoMaTrHa B TUMGO-
TaxX KPOBH JIMIL CTapuyeCcKoro Bo3pacra (XaBUHCOH
u 1ap., 2004). Ilentun KE HOpManu3yeT JIUHY TeJI0-
Mep PIA-CTUMYIUPOBAHHBIX JTUMMOILIUTOB KPOBU
moneit pazHoro Bo3pacrta (XaBuHCOH u Ap., 2019).
Buiton Takke peryampyer 3Kcrpeccuio reHoB IGF1,
FOXO1, TERT, TNKS2, NFxkB B 3MOpHOHaJIbHBIX
ME3€HXMMAaJIbHBIX CTBOJIOBBIX KJIETKaX YeJ0BeKa Ju-
ToM 141
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ann FetMSC nmpu nx peryimkKaTUBHOM M CTallMOHAP-
HoM cTtapeHuu (Ashapkin et al., 2020). Ilentun KE
oOHapyXeH B uucie 57 AUNenTuaoB, CIIOCOOHBIX K
CEeJIEKTUBHOMY CBsI3bIBaHMIO ¢ aByHuTeBont JIHK.
IIpu n3yyeHNU BIUSTHUS NEOTUIOB HAa 3KCIIPECCUIO
15247 reHOB METOOOM MUKPOYUIIOBOM TEXHOJOTUU
ycraHoBieHo, 4To nentua KE perymmpyer akcipec-
cuto reHoB EPS15, MCM10 homologue, Culline 5,
APGS5L, FUSED, ZNF0I, FLJ12548 fis, ITPKI,
SLC7A46, FLJ22439 fis, KIAA0029, FLJ13697 fis,
KIAA0699, FLJ10914, Gdapl, MSTP028, MLLT3,
PEPP2 v cuHTe3 OEJIKOB IIMTOCKEeTa, Ipoanudepa-
IO 1 METAa0OJIM3M KIIETKU, YTO OOBSICHSIET €ro BhI-
COKyl0 Ouosiornyeckyto akTuBHocTh (Khavinson,
Malinin, 2005). DKcnnepuMeHTaIbHO BBISIBJICHO BbI-
paXeHHOe celeKTUBHOe cBs3biBaHUe Ientuaa KE ¢
nociaenoBatebHOCTEIO TCGA JIHK, KoTtOpass BXO-
IUT B cocTaB 3Tux reHoB. IIpenmnosaraercs, 4To nermn-
i KE MoXeT perynmpoBaTh 9KCIIPECCUIO TEHOB U
CUHTe3 6eKoB TerioBoro moka (HSP), nuutokuHoB
(IL-3, 1L-4, IL-5, IL-6, 1L-10, IL-17A, TNF-a),
TKaHeBoOTo (pakTopa, 6EJIKOB CUCTEMBI (PMOPMHOIM3a
(IU1a3MUHOTEH, TKAHEBOU 1 YPOKMHA3HBIN aKTUBATO-
pHI TU1a3MuUHOTeHa, aHTuTpoMOuH III), 6enkoB “Mo-
nomoctu” u “crapoctu” (GDF11, FNDCS5, 6erarpo-
¢un, FGF19, FGF21, FGF23, HMGBI1, MIC1/GDF15,
JAM-A) (XaBuHCOH u ap., 2011a, 20146, 2015a,6, 2018;
Ky3nuxk u np., 2014, 2017). YcTraHOBI€HO, YTO MOTHUB
KE BcTpedaeTcss B aMHMHOKMCJIOTHBIX IIOCJIEIOBA-
TEJIBHOCTSIX HEKOTOPHIX LMTOKMHOB W TENTUIHBIX
TOPMOHOB, TTO CBOUM (PYHKIIMSIM CXOMHBIX C TIENTH-
oM KE. B nmpoTeoMe denoBeKka siaepHbIe O€JIKU CO-
JIepxaT HauoOoJbllee KoandectBo MoTtuBoB KE, To-
rga Kak OUToILIa3MaTHYeCKHUe W BCe Mpodme OenKu
umelroT MUuHUMyM coaepxanusi KE. B xone orpaHu-
YyeHHOro mnpoteonun3a Mojiekyabl nentuaa KE, BbI-
CBOOOXIaeMbIe U3 SIASPHBIX OEIKOB, MOTYT CBSI3bI-
Batbed ¢ [IHK m perynrpoBaTh 3KCHpeccHUio TeHOB
(TepexoB u ap., 2019). Ilentun KE cHimkaet aKcrpec-
CHI0 MAaTPUKCHOI MeTalionpoTrenHasel-9 (MMP-9) u
MOBBIIIAET 3Kcmpeccuto Mojekyn Ki-67, CD98hc,
CHMHTE3 KOTOPBIX HapyllaeTcs TpU cTapeHUr (puod-
pob6aactoB Koxu (JImHbkoBa u 1p., 2016).

IMentung EDP criocoOCTByeT aereTrepoxpoMaTUHU-
3y XpoMaTHA TUM(OITUTOB KPOBH JIVII TTOXKMIOTO
Bo3pacTa (XaBUHCOH U 1p., 2006). DdhHeKTUBHOCTH
MepoPaTLHOTO IMPUMEHEHUS KpUcTareHa OLeHUBaJIU
y JIfozIet TTOKMIIOTO M CTapYeCKOTO Bo3pacTa ¢ Hapy-
IIeHHBIM UMMYHUTeTOM. KprcTareH B coueTaHUH CO
CTaHJIAPTHBIM JIEYCHUEM CIOCOOCTBOBaJ HOpPMaIu-
3allMI UMMYHOTpaMMBI ¥ 82% TTallneHTOB, TOTIa Kak
B KOHTPOJIBHOI TpyIine (TOJBKO CTaHOApTHOE Jieue-
HHUE) HOpMaIM3alyusi UMMYHOTpaMMBbI Ha0JIIoaaaach
y 56% mauuenToB. KpucrareH B GOJbIei cTeneHU
BIUSUT Ha T-KJI€TOYHOE 3BEHO MMMYyHHUTETa (ITOBBI-
mwenune kommdectsa CD3*-, CD4"-kieTok, HopMa-
mmsanyst cootHomeHusa CD4*/CD8") u okaswiBai
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MeHee BbIpakeHHOe JeicTBMe Ha B-1uMOUMTHI.
YV Bcex MallMeHTOB, MPUMEHSIBIIUMX KPUCTAareH, Ha-
0110 aJIOCh CHUXKEHUE BBIPAKEHHOCTU acTeHUYe-
CKOTO CHUHIPOMA, COIPOBOXIAIOIIETO BTOPUYHbBIE
nMMyHoaepUIuTE (XaBUHCOH U 1p., 2006). Ycra-
HOBJIEHO UMMYHOT€POIIPOTEKTOPHOE IEUCTBUE KPU-
cTareHa Ha KJIETKU THUMyca KpbIC, MOABEPTIINXCS
raMma-o0Jay4yeHuto (MoJejb YCKOPEHHOIo cTape-
Hus). [Tociie BBeaeHUs1 KpUCTareHa XKUBOTHBIM B TH-
MYCE€ COXPaHSJIOCh pa3iesieHue Ha KOPKOBOE U MO3-
TOBOE BEIIECTBO (€r0 OTCYTCTBUE — OIVH U3 ITPU3HAKOB
CTapeHMsI), TOBBIIIAIIOCH KOJIWYECTBO MaKpodaros,
TY4YHBIX KJIETOK, yCWJIMBAJIach Ipoaudepaiis TUMMO-
LIUTOB, OolieHMBaemMasi o 3kcrpeccun PCNA (prolife-
rating cell nuclear antigen, SIepHBII aHTUTEH TIPOJIN-
depupyommx KiaeTok) (XaBUHCOH 1 Ap., 2006). ITo-
Ka3zaHO cTumysmpytoniee BausHue nenrtuna EDP Ha
CITOCOOHOCTB TTEPUTOHEATTBHBIX MaKPO(aroB MOJIOIBIX
M CTapbIX MBIIIEH ceKpeTnpoBaTh IMTOKMHEI I1L-1, IL-
6, TNF-o. Kpome Toro, mentun EDP aktuBupyet
npoyundepanuio SMUTETUATBHBIX KIETOK TUMYCa Ye-
noseka tuaun VIEC2.H/S (XaBuHcoH u 1p., 2006).
INentun EDP yrHeTaet npoiaudepaiinio omyXxoaeBbiX
kiaerok yuHuu K-562 spurpoMuenosa deloBeKa.
YruereHue nposaudepaliuu Mo 1eMcTBreM Kpucrta-
reHa, HalpaBJIeHHOE Ha UMMOPTaJIM30BaHHbIE KJIET-
KU, MOXET yKa3blBaTb Ha €ro MpOTUBOOIMYXOJIEBYIO
akTuBHOCTb. Ilentuag EDP ycuianBaeT crioHTaHHYIO
npoandepaTUuBHYI0 aKTUBHOCTh HOPMaJIbHBIX JTMM-
¢GoLMTOB, YTO TOKa3bIBAET €ro CTUMYJIMPYIOIEe
BJIMSIHME Ha HEOITyXOJEBble UMMYHHBIE KJIETKU 4e-
JioBeka (XaBUHCOH U 1p., 20116). [TepopanbHoe TTpu-
MEHEHUE KpUCTareHa B KOMILJIEKCE C APYTMMU KO-
POTKUMMU TIETITUIAMU CIIOCOOCTBYET TOBBILIEHUIO
CTPECCOYCTOHYMBOCTU Y HOPMaJIM3ALIMM UMMYHUTe-
Ta y ciopTcMeHoK. Ilentuabl B 2 pa3a ITOBBILIATIHN
9KCIpEeCcCHIo TeHa 0enKka TertoBoro moxka HSPAIA n
HOPMaJIM30OBBIBAJIM 3KcIpeccuto reHa [L-6. Ilocre
npuemMa NenTUIHbIX OMOPEryJasIiTOPOB y CIOpTCMeE-
HOK CHU3WJIAch 3a00JIeBa€MOCTh OCTPbIMU pecIiupa-
TOPHBIMU BUPYCHBIMU MHEMEKUUSIMU (XaBUHCOH U
ap., 2012a).

BruirmonHeHBI MccienoBaHusI, B KOTOPHIX IPOBO-
JIWJIOCHh CpaBHUTEJIbHOE M3YYeHUE TUMaJIMHA U KO-
porkux nientugoB EW, KE, EDP nHa mmMmmyHorenes.
B opraHoTunmnyeckux KyJIbTypaX TKaHU CeJIe3eHKU
MOJIOJBIX Y CTapblX KPBIC OBLIO M3YYEHO BIMUSTHUE
MENTUIOB Ha IIPOLIECCHI Mpoaudepaliuy U arnonTo3a
KJIeToK (Jtumdo0OmacTel, TUMQGOIMUTEI, MaKpodarm).
Tumanuu, nentuasl EW, KE, EDP noBbiiaam uH-
JIEKC TUIOIIAa 30HBI POCTA KCIIAHTATOB CEJIE3EHKU
KUBOTHBIX Ha 20—50%, cTuMyIupoBav Tpomde-
palLMIO U CHIKAJIM aItonTo3 KJIETOK Ha 29—42% 1o
CpaBHEHMIO C KOHTpojeM. DdPeKT TUMaJInHa OBIT
BBIpaXKeH CHJIbHEe, YeM Y KOpOoTKuX IenTtumon (Ya-
JmcoBa u ap., 2006, 2008, 2011, 2015, 2016; Yepssiko-
Bau ap., 2013). IToaydeHHBIE TaHHBIE MOXXHO OOBSIC-
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nentun EW
nentua KE
nentua EDP

=>| JHK, rucroHoBbie 6e1Ku

E>

Hopmanusauus
MMMYHOTeHe3a
[MpumeHeHue npu
BUPYCHBIX U

Perynsiuus
SKCIPEecCUmn
T€HOB HIMTOKMHOB,

©€JIKOB TEIJIOBOTO 1LIOKA = GaKTepUaTbHbIX
Cucrembl hpubpuHoOIM3a, nHOEKLMsIX,
TEPOHTOTCHOB, auchHyHKIUU
reHOB M depeHINPOBKY, TUMYyCa,
npongepalny 1 anonrosa reMoro33a,
¢bubprHoIM3a

Puc. 1. HpeﬂnonaraeMaﬂ CXE€Ma peaamsaluu MOJ'IGKyI[FIpHO—61/IOJ'IOFI/I‘{CCKI/IX Sdﬁ)CDSKTOB TUMAJIMHA U BXOOAIIUX B €TI0 COCTaB

KOPOTKUX IICIITUIOB.

HUTb TEM, YTO B TUMAJIMHE COAEPKATCS BCe 3 UccIie-
IyeEMBIX KOPOTKMX MENTHIa, a TakxkKe OOJIbIIoe
KOJIMYECTBO IPYTUX NENTUI0B, KOTOPbIE MOTYT 00J1a-
JaTh UMMYHOIIPOTEKTOPHBIMU CBOMCTBAMM.

N3yueno sausinue nentugoB EW, KE, EDP Ha
BKCIIPECCHUI0 MapKepoB pelienTopHoro (6ejnku plo,
p21, p53, Caspase-8, -9) U MUTOXOHAPHUATBHOTO
(AIF, npoxuOUTHH) amorTo3a B KyJbTypax JUM@O-
LIUTOB KPOBM YEJIOBEKA. Y CTAHOBJIEHO, UTO 3T MEI-
TUIbI CHMKAIOT YPOBEHb PELIETITOPHOIO 1 MUTOXOH-
JIPUAILHOTO afonTo3a B IMM@POIIMTaX KPOBU MPU UX
perumnkatuBHOM ctapeHuu. [lentuner EW 1 KE oka-
3bIBalOT 0oJiee BbIpAXKEHHOE aHTUAIIONTOTUYECKOE
IelcTBUEe B “MoOJOABIX” M “cTapblX’ KyJIbTypax
JqumdonnToB KpoBu, yem nentun EDP (dynkos,
2019). Ilpenmnonaraercsi, YTO aHTUAIIONTOTUYECKOE
JIEHACTBUE TTETITUAOB MOXET OBITh CBSI3aHO HE TOJBKO
C MX CITOCOOHOCTBIO BMUTEHETUYECKU PETYJIMPOBATh
SKCIIPECCUIO T€HOB, HO U C APYIUM MEXaHU3MOM.
AHTHAIIONITOTUYECKOE W TepPOIPOTEKTOPHOE Jeii-
CTBUE MENTUIO0B MOXET OBbITb PeajTnu30BaHO MyTeM
aKTUBAlLIMU TPAHCKPUIILIMU F€HOB anoITo3a Mpu 13-
MEHEHUU KOH(MOpMaLii TMCTOHOB IO/ BO3IECTBU -
€M KOpPOTKMX MenTUaoB. MeToJOM MOJIEKYJISIPHOTO
MOJIEJIMPOBAaHMS YCTAHOBJIEHO, YTO TMEINTUAbI Mpea-
MMOYTUTEJIbHEE BCETO CBSI3BIBAIOTCSI C TUCTOHAMU
H1/1, H1/3, H1/6, H2b, H3, H4 mo caittam, KOTO-
poie B3aumopeiictBytoT ¢ JIHK. Hanbonee sHepretu-
YeCKU BBITOJIHOE B3auMoaeiicTBue ¢ ructoHom H1/3
obpasyer nenrtun EW.

HMudbopmanus, mocrtynaromiass B XWBOW opra-
HU3M, KOHTPOJMPYETCS PETYyJISITOPHBIMU CUCTEeMa-
MU, JEUCTBUE KOTOPBIX HAMPaBJIEHO Ha COXpaHEHUE
BBICOKOU CTeNeHU CTaOUJIbHOCTU (PYHKIIMOHUPOBA-
Hus1 reHoma. CiienoBaTe/IbHO, OCHOBHAs 3ajada Cu-
CTeMbl OMOPETYJISILIMK 3aKJIouaeTcss B yIpaBIeHUU
SKCIIPECCUEN T€HOB, IIPOLIECCAMU CUHTE3A OEJIKOB U
3alIUTHBIMU (DyHKIIMSIMU opTaHu3Ma. MHbopMaius
00 3MEeHEHUIX BHEIITHE 1 BHYTPEHHEN CpeIbl CIIy-
KUT (haKTOPOM, KOTOPbIit MHAYLUPYET TpaHchopMa-
IIAIO0 B CUCTEME OUOPErysiur, HEOOXOOUMYIO IS
coxpaHeHUs PYHKIIMOHAJIbHOU aKTUBHOCTU KJIETOK.

YCITEXY COBPEMEHHOM BUOJIOTUH

IMosToMy B3amMomeicTBre MHOOPMAIIMOHHBIX MO-
JIEKYJI, B YaCTHOCTH, PETYJISITOPHBIX MEIITUIOB, C Te-
HOMOM WTpaeT BaXXHYIO POJIb B MOIAEPXKAHUU KJle-
TOYHOTO TOMEO0CTa3a.

MMMmyHO- 1 reponpoTeKTopHbIe 3(D(EKTH TUMa-
JIMHA, KOTOPBI HOopManuiyeT AuddepeHIINPOBKY,
npoaudepannio U CHIGKAET arroITo3 JUM@ONIHBIX
KJIETOK, aKTUBHUPYET PeaKIIMK KJIETOYHOTO UMMYHU -
TeTa U TIPOLIECChl pereHepaluu, oOycaoBIeHbI (-
¢deKTaMM BXOISIIMNX B €r0 COCTAaB KOPOTKUX MEITH-
noB EW, KE, EDP. Ilentunet EW, KE, EDP B cocTa-
Be JIEKapCTBEHHOTO IIpenapaTa TUMaJInHa CIIOCOOHBI
KOMILJIEMEHTAapHO CBSI3BIBAaTHCSI C OIIpelIeICHHBIMU
nocienoBatebHOCTIMU JHK uium ructoHoBEIMU
OenkaMu. B pe3ynbraTe 3TOro CBSI3bIBaHUS IIPOUCXO-
IUT U3MEHEHME SKCIIPECCUM TEHOB Y CUHTE3a OEJIKOB
TEIUIOBOTO IIIOKA, IIUTOKUHOB, CUCTEMBI (hMOPHHO-
JIn3a, TEPOHTOICHOB, IIPOTEUMHOB, yYaCTBYIOIIUX B
nuddepeHIMpoBKe, TpoaudepalMd W arolTo3e
MMMYHHBIX KiIeTokK. Hopmanusaiumsi cuHTe3a Oei-
KOB, aKTUBUPYIOIIMX (PYHKINY UMMYHHOI U aHTU-
OKCUJIAHTHOM CHUCTEM, IIPOLIECChl pereHepaluu, Ire-
MOCTa3a NPOSBISETCS B BOCCTAHOBICHUN (DYHKIIMIA
PEryJSITOPHBIX CUCTEM OpPraHU3Ma U OOBSICHSIET BbI-
COKYI0 3 (PeKTUBHOCTh TUMAIMHA B TE€PAITUU IITAPO-
KOTo crekTpa 3adoneBaHuii (puc. 1). B cBs3u ¢ Tem,
YTO TUMAaJWH W BXOISIIUIA B €ro COCTaB THUMOICH
MIPUMEHSIIOTCS TIpU BUPYCHBIX WHQEKLUUSIX U IS
OPOHXOITPOTEKIIMU, MOXHO TIPEAIIOJIOXUTh, YTO 3TU
npenapatbsl OynyT 3((peKTUBHBI B KOMIUIEKCHOI Te-
parmy KOpoHaBUPYCHOI nHpekuu. Bee 3To ykasbi-
BaeT Ha aKTyaJlbHOCTh JAIbHEUIINX MCCASIOBAHUMA
TUMaJIMHA U BXOMASIINX B €T0 COCTaB KOPOTKMX TEI-
TUIOB.

KOH®JIMUKT MHTEPECOB

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBUU KOH(JIMKTOB UHTE-
pecoB.
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Thymalin: Application for Immunocorrection and Molecular
Aspects of Biological Activity

V. Kh. Khavinson®?, N. S. Linkova® <4 *, N. I. Chalisova®?, and O. M. Ivko*

“Saint Petersburg Institute of Bioregulation and Gerontology, Saint Petersburg, Russia
b paviov Institute of Physiology, Russian Academy of Sciences, Saint Petersburg, Russia
“Academy of Postgraduate Education under FSBU FSCC of FMBA of Russia, Moscow, Russia
4Belgorod State University, Belgorod, Russia
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Polypeptide drug thymalin is applying in various diseases, connected with immune dysfunction, viral and
bacterial infections, regeneration normalization, immunodepression, hematogenesis depression after chem-
ical and radiotherapy. The review described the analysis of molecular mechanism of thymalin and its actives
pharmaceutical ingredients — EW dipeptide (drug thymogen), KE dipeptide and EDP tripeptide biological
activity. These short peptides regulate gene expression and synthesis of heat shock protein, cytokines, fibri-
nolysis, gerontogenes, differentiation, proliferation, apoptosis of cells. The influence of thymalin on these
proteins synthesis restores organism regulatory systems function. Thymalin and thymogen almost haven’t
side effects and applying for various viral infection therapy. Probably, these peptide drugs can be effective in
the complex therapy of coronavirus infection COVID-19.

Keywords: thymalin, thymogen, short peptides, mechanisms of action, immunocorrection
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Db bdeKTUBHBIE CPENCTBA KOPPEKIIUM OCTPOTO JISTOYHOTO OTeKa TP MHTOKCUKALIMU Ty IbMOHOTOKCUKAaH-
TamMu, 00JIaIaIOIIMMU ALlWJIMPYIOIIUM AeHCTBUEM, B HACTOSIIIIEE BPEMSI OTCYTCTBYIOT. B IIpoBeneHHOM HcC-
CJIEIOBAaHUU Y KPBIC U KPOJIMKOB MOMIETUPOBAIM TOKCUUECKUIT OTEK JIETKMX, BHI3BAHHBIM OCTPOI MHTAJIS-
LIMOHHO# MHTOKCHKalMei ephTopu300yTUIEHOM, MOJYYEeHHBIM MpU MUposu3e proporuiacta-4. Beene-
HHE XUBOTHBIM Ol,-aIpEHOMUMETHKA KCWIa3nHa B CyMMapHOU o3¢ 45 MT/KT IPUBOAWIO K CHVKEHUIO
CpenHel TIPOJOIKUTEIBHOCTH XKU3HU, YBEJIMYCHUIO JIETOUHOTO KO3 dUIIMEeHTa Mocjie UHTOKCUKALIUU.
KoMOuHMpoBaHHBIN mpemnapaT 30JeTwi (TWwieTaMMHa THAPOXJIopua + 30Jia3eraM) B CyMMapHOM 103e
50 MT/KT crtocoOCTBOBAJT YBEJIMYEHUIO CPEIHEN TTPOAOKUTEIbHOCTU KU3HU, CHUXKEHUIO JIETOYHOTO KO-
s duLeHTa y KphIC M KPOJIMKOB Yepe3 3—6 4 nocie Bo3aeiicTust. OTMevaad 3HaYMMOe YBEeJIUUeHUE NH-
JeKkca okcureHauuu, cHuxkenue PaCO, 1 KynupoBaHHe IeKOMITIEHCUPOBAHHOIO PECITMPATOPHOTO allUI0-
3a. [IpM THCTOIOTMYECKOM MCCJIENOBAHUM BBISBIISIN COXpPAaHEHHWE TMCTOAPXUTEKTOHUKU TKaHEH JIeTKUX
JIEYEHBIX 30JIETUIIOM KPOJIMKOB. [lelicTBre 301eThIa, BEPOSITHO, CBSI3aHO ¢ 3(DdeKToM TUaeTaMUuHa TUAPO-
xJiopuzaa (Tpou3BOIHOE IPYIITHl QEeHIIMKIUANHA), HAaIPaBJICHHBIM Ha CHYDKeHUE TaBJICHMS B CUCTEME Jie-
TOYHOUW MUKPOUUPKYISAIUK. JJanbHEeHIMi ToUcK (papMaKoJIOTUUECKUX MperapaToB U3 IPYIbl (DeHIIUK-
JIMAMHA MOXKET OBITh 3 (PeKTUBHBIM HamnpaBieHHEM (papMaKOJIOTMIeCKO KOPPEKIIMHU TOKCUIECKOTO OTe-
Ka JIETKMX, BBI3BAHHOTO MHTOKCHUKAILIMEN ITyJIbMOHOTOKCHMKAHTaAaMM, OOJIaNalolUMKM allWJIMPYIOIINM
EeCTBUEM.

Karouesnie cnosa: ITYITbMOHOTOKCHUKAHTHI, HCp(i)TOpI/ISOGYTI/IJIGH, MHTOKCUKaNuAd, 30JIE€TNJI, KCUJIa3nH, KE-
TaMUWH, KPbICbI, KPOJIMKH, MEXaHU3M NencTBUS

DOI: 10.31857/50042132421010245

BBEAEHUME

Cpend nyJbMOHOTOKCUKAHTOB, OOJagaiolImnx
alWJIMPYIOLIUM AEUCTBUEM, MOXHO BBIIEJIUTDH (hoc-
reH, nepdropuzodytuieH (IPUB), meTunuzonmna-
HaT U ap. JaHHbBIE COEAUHEHUSI MOTYT OOpa30BbI-
BaTbCSl MPU aBAPUUHBIX CUTYallUsIX HAa XMMMUYECKU
onacHbIx oObekTax. Oo6paszoBaHue INIOUB moxker
MPOUCXOAUTD MPU TEPMUUYECKOM Pa3I0XKEeHUU HTOp-
coJiepKalllix MoJUMepoB, HarpuMep (PTOPOTIIacTOB
(Tsai, 2009). NHransimnoHHOE BO3IEiICTBUE TOKCHU-
KaHTOB 3TOI rpymnIibl, B ToM yucie u [IOUB, B KoH-
LIEHTPALIUSX BblllI€ MOPOTOBBIX MIPUBOAUT K Hapylle-
HUIO (YHKIUU JbIXaTeIbHON CUCTEMBI, BIJIOTH 10
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pa3BUTHUSI OCTPOrO JIETOYHOTO OTeKa U JIETAIbHOIO
ncxoga. Ha ceromHst omHo3HA4yHO 3P (PEKTUBHBIX
CXeM KOPPEKILIMHU OCTPOTO JIETOYHOTO OTEKA, BEI3BAH-
HOTO MHTOKCUKAIIMEN MyJIbMOHOTOKCUKAHTAMU, 00-
JIaJalolMU alVIMPYIOIIUM IefiCTBHEM, HE pa3pa-
6otano (Bamapun u ap., 2019).

B cnyyae HEBO3MOXHOCTU yBEIUYEHUS MOCTYII-
JIEHUsI KMCJIOpoJa Yepe3 MOBPEXIEHHbIM adporeMa-
Tnyeckuii 6aprep (AI'B) y mocrpamaBIIMX MOXKHO
CHU3UTH MOTpeOIeHUE KUCIOPOIa MyTeM ITPOBEICHUS
celaTuBHON Tepanuu. JlaHHBIA MoaXon peKOMEHI0-
BaH B IEMCTBYIOIIEM PYKOBOJCTBE IO TEPAIUU JIbIXa-
TeJIbHON HemoctaroyHoctu (YkazaHusd..., 2019).
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B xadectBe (hapMaKOJOTMUECKUX CPEINCTB, KOTOPHIE
BBI3BIBAIOT COCTOSTHUS Cemalli, MOXHO paccMaTpH-
BaTb IpernapaThl U3 TpymIiibl (GEHLUKIUAUHA (KeTa-
MUH), LIEHTPaJbHbIE O,-aIPEHOMUMETUKU (IIEKCO-
MeJIeTOMUIYH), OeH30AMa3eNHbl (MUIa301aM) U Ap.
[Mpu MomenpoBaHMM TOKCHYECKOTO OTeKa JIETKUX
(TOJI) Ha mabopaTOPHBIX (KMBOTHHIX 11€JIECO00PA3HO
n3ydath 3(h¢eKThl (apMaKOIIeHbIX BeTepHMHAPHBIX
MpenaparoB, 00JagalolINX CeAaTUBHBIM AeHCTBUEM —
KcunasuHa u 3oyetuiia (CmupHoBa u ap., 2012; Kop-
HiomeHkKoB, 2013; CrapokoxeBa, Kimmumos, 2017).

KcunaszuH — aroHUCT O,-aipeHOpeeNTOPOB, 00-
Jlanaronuii cenatuBHbIM neiictBueM (KopHiomeH-
KoB, 2013), 3apeructpupoBaH B P® 11 ripoBeneHUs
XUPYPTUYECKON U aHECTEe3MOJOTUYECKON MPaKTUKU
Yy MEJIKMX JIJAaOOPaTOPHBIX XXKUBOTHBIX. MeXxaHu3M ce-
JIAaTUBHOTO NEUCTBUS IJIaBHBIM 00pa3oM CBSI3aH CO
CTUMYJISIIUEN TIOCTCUHANITUYECKUX Oly-aIpeHOpe-
LIETITOPOB T'OJIy0OTO MSITHA CTBOJIA TOJIOBHOTO MO3ra.
Jo3a kcuiasmHa, KOTOPYHO, COIVIaCHO peKOMeHHa-
LIUSIM, UCTIOJIB3YIOT MJISl Celally XKUBOTHBIX BO Bpe-
Msl omepanuu, cocrasisier 10 + 1.4 Mr/kr, mmTesb-
HOCTh cegaTuBHOTO 3pdekTa coctapisieT 10 1 14 (Kop-
HiomeHKoB, 2013; Crtapokoxesa, Kimmmos, 2017).

Sonetun (TWieTaMMHA TUOPOXJIOpHA + 305a3e-
rnmaMm) 3apeructpupoBaH B PMD Kak KOMIIEKCHBIN He-
VHTAJISIAOHHBII aHEeCTEeTHK It BerepuHapuu (CMup-
HOBa U 1p., 2012). TunetaMuHa ruapoXJI0pUI — KOHKY-
PEHTHBIIf  aHTaroHUCT, OJIOKMpYIOILIUI  calT
cBa3biBaHusi NMDA-peuentopa ¢ riayraMaToM.
BzanmopeiicTBue TrieTaMUHA TUAPOXIIOPUAA C Pe-
LENITOPOM IIPUBOIUT K 3aKPBITHUIO MOHHOTI'O KaHajla 1
MHTMOMPOBAHUIO €ro aKTUBHOCTU. JJaHHOE COCTOSI-
HUE B MEAUIIMHE ONTMCAHO KaK JUCCOIIMAaTUBHASI aHe-
cTe3us (KaTajericusi, aMHe3us 1 aHanre3us ) (CMmup-
HOBa U 1ap., 2012). TuaeraMuHa rTMAPOXIIOPUI, KaK 1
Ipyrue IIpOMU3BOAHBIE (DEeHIMKIMANHA, MOXET BBI-
3BaTh CYAOPOTH, II0O3TOMY €ro KOMOMHUPYIOT ¢ OCH-
zoauazenuHamMu (Flecknell, 2009). 3onazenam —
BTOPOH JIEMCTBYIOLIMI KOMIIOHEHT B IIpernapare 30Jie-
. JlJaHHBIN TIperapaT OTHOCSIT K TPYIIIe OeH3011a3e-
MMMHOB — COEIVHEHUI1, 00IaIaroIINX TUITHOTUIECKIIM,
CeIaTUBHBIM M aHTUKOHBYJIbCAHTHBIM JEMCTBUEM. DTU
3 deKThI 00YCIIOBIICHBI OJIOKMPOBaHIEM OeH3011a3¢e-
NUHOBBIX penenropoB (caiitr [AMK-peuenTopa)
(CmupHoBa u 1p., 2012). AHTUKOHBYJIbCAHTHASI aKTHUB-
HOCTb 30Jj1a3eI1amMa IMo3BOJISIET IPUMEHSITh MpeTiapaThl
Ha ocHoBe TwieTtamuHa y >kuBoTHbIX (Flecknell,
2009). CematuBHBI 2(h(HEKT IpHU BBEICHUN 30JIeTH-
JIa HACTyMaeT yepe3 6—7 MUH ITOCJIe OMHOKPATHOTO BHY-
TPUOPIOIIIMHHOTO BBEICHUS TIperapara B 103¢ 15 Mr/Kr.
JIUTEeNTbHOCTh Cedallui COCTaBJISIET OKOJIo 2—3 4
(CaBeHnko u ap., 2012).

Heﬂb uccijaeaoBaHud — OLICHKA BJIMAHUA CE€EAaTUB-
HBIX BETCpUMHAPHLIX IIPCIIapaToOB KCMUJIa3dMHa 1 30JIC-
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Ne 1

tiia Ha 1possiieHrus TOJI y KpbIic 1 KPOIUKOB IpU
nHTOKCcuKamu [IOUB.

MATEPHAJIBI U METOJbI

DKCIIepUMEHTAJIbHOE MCCIeI0BaHUE BHIITOJIHEHO
Ha KpbIcax-caMiax JUHuUM Bucrap, Kpoaukax-cam-
1ax nopoasl CoBeTcKas INMHIINWIIIA. 2KUBOTHEIE ObI-
JIM pazfiesieHbl Ha rpynnbl: KOHTpoJb (K), nHTOKCcU-
kauus (M), onbIT 1 (moiaydanyu B KayecTBE JICUCHUS
kcunasuH — M+K) u onbiT 2 (Tojydaau B KauyecTBe
JedeHus 3ojetul — M + 3). Tlpu mpoBeaeHUM 3KCTIe-
PUMEHTOB BBITIOJIHsUIA TpeboBaHust IlpaBun Hamse-
XKarei tadopatopHoit mpakTuku (I'OCT 33044-2014
“MexxrocygapcTBeHHOI cTaHAapT”).

INT®Wb nonyyanu myTeM TEpMOAECCTPYKIMNHU (HTO-
poriacta-4 (P@I1-4) B KaMepe IJI9 MUPOJM3a MPU
temriepatype 620—680°C B Teuenue 4 muH. CTaTnde-
CKO€ WHTAJISILIMOHHOE BO3MIeiiCTBHUE MPOMYKTOB IH-
poJi3a Ha XKMBOTHBIX TpeX TPYIIT: MHTOKCUKALIUS,
OMBIT 1 U OMBIT 2 — MOAEIMPOBAIN B TePMETUYHOI
kaMepe oobemoMm 0.1 M3, sxcrtozunnsg — 15 muH. IMo-
cJie OKOHYaHUSI UHTOKCUKAIIUY XKUBOTHBIX N3BJIEKa-
JIU U3 KAMEPBI, ¥ OHU JbILIATIN aTMOC(HEPHBIM BO3MIY-
XOM. 2ZKMBOTHBIX IpYMITbl KOHTPOJb MOMEIIATIU B MH-
TAISIIIMOHHYIO KaMepy Ha 15 MUH 0e3 BO3IeliCTBHUS
MPOJYKTOB MUPOJIM3A.

KauectBennoe onpenenenue I[IPUDB B razoBos-
IYITHOM CMECH OCYIIECTBJISUIM METOOOM Ta30XKUI-
KOCTHOM XpoMaTorpaduu ¢ Macc-CIIeKTpOMeTpUUe-
ckuM netektupoBaHueM (Agilent 7890B ¢ macc-ce-
JIEKTUBHBIM netekropoMm Agilent 240 ms, CIIA).
ConepxaHre MOHOOKCHIA yIjiepoia M KHUCIOopoma B
WHTAJISIIMOHHOM KaMepe OMpeaeIsIv ITPU ITOMOIIHY ra-
3oaHaym3aropa JJAX-M (“Anamutnpudop”, Poccns).

B wunccnemoBanmm wmcnosib3oBanu (apMakomnei-
HbIe BeTepuHapHBbIe Iperaparhl: keuiasuH (Kcua,
2%, Interchemie Werken “de Adelaar” BV, I'omnan-
oust) u 3oxetun (3ometun 100, Virbac S.A., ®paH-
ous).

st THOAyKUIMKY cenaly KpbicaM U KpOJIMKaM BBO-
JIWIN KCWJIa3UH ITOJKOXHO (B XOJIKY) B 03¢ 15 MI/KT,
30JIeTUJI — TIOJKOXHO (B X0JKy) B mo3de 20 MI/KT.
INepBoe BBemeHME MperapaToB OCYIIECTBISIN Yepe3
30 mmuH TI0C)Ie Bo3aecTBUA. s mmonnepKaHus co-
CTOSHUSI CcelallMd KCWJIAa3WH BBOIWINW TTOBTOPHO
MMOAKOXHO (B XOJIKY) B mo3¢ 10 MI/KI TpeXKpaTHO B
TeueHHe 6 4; 30JIETUJT — IIOBTOPHO MTOJKOXHO (B XOJI-
Ky) B 103¢ 10 Mr/Kr TpexkpaTHO B TedeHue 6 4. /11 060-
WX BUIOB XXKUBOTHBIX 00111251 1034 BBEICHHOTO KCUJIa3M-
Ha cocTaBwia 45 Mr/Kr, 3oietmwia — 50 mMr/kr. 2KuBot-
HbiM rpynn K u Y BBogmiau moakoXHO (B XOJIKY)
0.9%-nwbrit pactBop NaCl B 5KBUBaJICHTHOM OObeMe
C )KUBOTHBIMHM T'PYIIT ONBIT 1 ¥ OMBIT 2.
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Onpenensii ~ CPelIHIO  IPOHOKUTEILHOCTD
xu3Hm (CII2K) nmabopaTOpHBIX XXWBOTHBIX TPYIIIIL:
WHTOKCHUKALINS, ONBIT 1 ¥ OOBIT 2 — TTOCIe BO3eii-
cTBUA npoaykToB nuponu3a PI1-4. J1i1g KocBeHHOI
OLIEHKU COAEpKaHUsI BHECOCYAUCTOI BOIBI B JIETKUX
onpenesin eroaHbiii KoagdunneHT (JIK) y xpbic
yepe3 6 4, y KPOJIMKOB — 4epe3 3 4 Iocie BO3Acii-
CTBUSL.

ApTepuaibHy10 KpPOBb JJI1 UCCIEA0BAHUS Y KPbIC
MOCJjie BCKPBITUSI OPIOIITHOM MTOJIOCTU 3a0Upajiv B Me-
cTe OMdypKaIMy OPIOITHOM aOPTHI. Y KPOJINKOB ap-
TepUuajibHY10 KPOBb 3a0Upaiv U3 LEHTPATbHOM YIII-
HoOIi apTepuu. 3a00p apTepUabHON KPOBU Y KpPbIC
MIPOBOIIUIA Yepe3 6 U IMociie BO3NEHUCTBUS, Y KPOJIH-
KOB — 4uepe3 3 4 mociie Bo3aeucTBus. Onpenesin
uHaekc okcureHauuu (MO = Pa0O,/FiO,) u nokasa-
TeJIM KUCJIOTHO-OCHOBHOrO coctosinug (pH, PaCO,)
apTepuajbHOIl KpoBU Ipu nomMoinu Ipudopa iSTAT
(I-STAT Corporation, USA). BEIOOp CpOKOB IJIST KiC-
clleoBaHus OblLT O0YCJIOBJIEH pa3BUTHEM Haubosee
BBIpaXKECHHBIX HapylIeHUil (PyHKIUIT DbIXaTeJIbHOM
cuctembl. KapOboKcUTeMOrjI001MH ONpeaesiu CrekK-
Tpo(OTOMETPUIYECKUM METOAOM B BEHO3HOI KPOBU
JKUBOTHBIX (MMOJIYYEHHO y KPbIC U3 XBOCTOBOI BEHBI,
Y KPOJIMKOB — U3 YIIHO# BeHbI) OMHOKPATHO HEMO-
CPeICTBEHHO MOC/e OKOHYaHUS BO3AEHCTBUSI.

Jlerkue kponukoB ¢uKkcupoBamu 10%-HBIM pac-
TBOpOM (hOpMaJIMHa, TTPUTOTOBJICHHBIE THUCTOJIOTH-
YeCKHe MpenapaThl OKpalluBaId TeMaTOKCUITMHOM 1
503UHOM. [Ipu TIpoBemeHWN CBETOBOIT MUKPOCKO-
MY OIIeHWBAJIN Ka4eCTBEHHBIE N3MEHEHMS B TKAHSIX
JIETKUX, OCYIIECTBIISUTN (DOTOPETUCTPALIUIO.

CratucTuyeckuii aHau3 pe3yjbTaTOB 3KCIepU-
MEHTAJIbHBIX UCCEIOBAHUI TTPOBOAWIM TIPY MOMOIII
nporpaMmsl Statistica 10.0. K cpaBHeHMIO TTOTyYeHHBIX
JaHHBIX, paclpeaesIeHHbIX M0 3aKOHY, OTIMYHOMY OT
HOPMAaJIbHOTO, TPUMEHSLIU HellapaMeTpuiecKue Kpu-
tepun Kpackena—Yonuca n Heromana—Keiinca mis
MHOXECTBEHHBIX TTOMapHbIX cCpaBHEeHUN. [laHHbIE B
TEKCTe MpeacTaBiIeHbl B BUIE MEeIUaHbl, BEPXHETO U
HIKHeETo KBaptuiieit — Me [Q,;; Q,]. BbiBoz o cTaTu-
CTMYECKOU 3HAUMMOCTHU pa3IMYMil MeXIy TpyrnnaMu
npuHuManu npu p < 0.05.

PE3VJIBTATDBI

ITpu npoBeneHNU MpeaBapUTEIbHBIX TOKCUKOJIO-
IMYECKUX MCCIIEIOBaHUIM METOAOM ITpOOUT-aHaInu3a
@uHHYU OBIJIO YCTAHOBJIEHO, YTO Macca HaBecku PI1-4,
WHTAJIIIAOHHOE BO3ACHCTBYE MPOAYKTOB MUPOJIN3a
KOTOPOT'O BBHI3BIBAET TMOEIIH (B TeyeHUe CyToK) 50% na-
6opaTopHbBIX KUBOTHBIX (LDs5;), cocTaBnsiet 2.6 £ 0.5T.
B manpHeiileM KpbIiC ¥ KPOJIWUKOB MOABEPTalyd WH-
TOKCUKALIMU TIpoayKTamMu nuposimza ®I1-4 B mose

YCITEXY COBPEMEHHOM BUOJIOTUH

LD, (macca HaBecku @I1-4 — 2.6 1) m 1.5LD5, (Mac-
ca HaBecku ®PI1-4 — 3.9 ).

I1pu aHanM3e ra30BO3MYIIHO CMECH B MHTAJISIIIN -
OHHOII KamMepe METOAOM Ta30XXUIKOCTHOI XpoMaTo-
rpacdun ooHapyxusau [TOUB. Conep:xaHre MOHO-
oKcHna ymiepona B Kamepe coctaBmio 520 = 70 ppm,
KMCJIOpoAa — MpU OJHOBPEMEHHOM HAXOXIEHUU B
Kamepe 6 KpbIc (11 3 KpOJIUKOB) CHUXKAIOCh HE 00-
nee yeM Ha 0.6—0.7 00. %.

MHransiuoHHoe BO3aeiiCTBUE MPOAYKTOB MUPO-
JIn3a He MPUBOAMIIO K BO3HMKHOBEHUIO TTPU3HAKOB
paznpaxatoiiero aeiicteus. ConepkaHue KapOOKCH-
reMorjao61Ha B BEHO3HOI KPOBU Y KPBIC COCTABIISIIIO
21.3% [18.6; 24.1], y kponukoB — 25.9% [23.3; 28.6].
BuemrHee cocTosiHUEe XKUBOTHBIX rpynIibl M He oTin-
yayoch OT XMUBOTHBIX rpyrisl K. Tem He MeHee, 3a
30—40 MUH 10 TeTaJhbHOI'O UCXOa y XKUBOTHBIX IPYII-
bl ”THTOKCUKALIUS BBISIBJISIIA CHYDKEHUE IBUTATSIIb-
HOIi aKTMBHOCTU W U3MEHEHME IaTTepHa IbIXaHUS
(yBeIWYeHME YaCTOThl U CHUKCHUE TJTyOUHBI TbIXa-
TEJIbHBIX ABVKEHMI). 3a 3—5 MUH 10 JIETATBHOTO UC-
X0lla BOZHUKAJIM CYIOPOTM U OTHEJIeHUE MEeHUCTOM
KUIKOCTU U3 TIOJIOCTM HOca W pTa. Y KMBOTHBIX
TPYIII ONBIT 1 1 OTIBIT 2 Yyepe3 4—5 MUH TTocJIe BBEIE-
HUS MCCIIEAYEMBbIX TTPErapaToB OTMEYaIN COCTOSTHUE
cemanuu (MOJOXEHNE XXMBOTHOTO Ha XXUBOTE, CHU-
JKEHHUE YaCTOTHI IbIXaTeJbHBIX ABMXKEHUIT), KOTOPOE
MOIIEPKUBAIN TIOC/IE BO3IEHCTBUS B TeUCHUE 3—
10 9 y KponukoB u 8—11 4 — y KprIC.

BBeneHue XUBOTHBIM KCHWIa3WHA TIPUBOIWIO K
cHrxenuio CITK Ha 33% y kpbic 1 Ha 29% y Kpou-
KOB IO CPaBHEHUIO C XXUBOTHbIMU rpyrimbl M (puc. 1).
B 10 ke BpEMA BBECACHUE KMBOTHBIM 30JI€THUJIA CITO-
cobcrBoBaiio yennueHuo CITXK kpric B 2 paza (p <
< 0.05) u xposIMKOB B 2.5 pa3a, 110 CpaBHEHMUIO C KH1-
BOTHBIMU TI'PYIIIIBI W nocne BO3£LCI7[CTBI/II/I MMPOAYKTOB
nmuposim3a DII-4 B HaBecke, COOTBETCTBYIOIIEH
1.5LDs, (puc. 1).

VY KpbIC U KPOJIWKOB MTPU BO3AEMUCTBUM MMPOIYKTOB
nmupoiausza PII-4 B HaBeckaX, COOTBETCTBYIOIIMX
LDs, u 1.5LDj5,, ormeuasn yseaunyeHue JIK no cpas-
HEHNIO C KOHTPOJIbHBIMHN 2KNBOTHBIMMU. BBCI[CHI/IG
KCWJIa3uHa KpbIcaM MpUBOAMIO K yBeandeHuio JIK B
1.15u 1.6 paza (p < 0.05) Mo cpaBHEHUIO C SKUBOTHBI-
MU Tpy1ibl Y 1ipu Bo3aeiicTBUM MPOAYKTOB IMTUPOJIM-
3a B 103ax LDsy u 1.5LDs, cCOOTBETCTBEHHO. Y KpO-
JIMKOB, MOABEPTIIMXCSA BOSﬂCﬁCTBM]O NMPOOYKTOB ITNU-
ponuza B go3e 1.5LDs,, BBeaeHuMe Kcuia3umHa
criocodcTBoBao yBenudeHuto JIK, mo cpaBHeHMIO C
*uBoTHBIMU rpymrIibl M, B 1.8 paza (p > 0.05). Beene-
HHE KpbIcaM 30JIeTUJIa CIIOCOOCTBOBAJIO CHUKEHUIO
JIK B 1.2 paza (p > 0.05) u 1.5 paza (p <0.05), mo cpas-
HEHMIO C XUBOTHBIMU TpyIbl Y, mpu Bo3neiicTBUA
MPOAYKTOB NMuposu3a B 1o3ax LDy u 1.5L D5, cooTBeT-
ToM 141
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CpeJIHHH IIPOAOJIKUTEIIBHOCTD 2XKU3HU, U
(e}

Kprich (n = 6)

Kponuku (n = 3)

Puc. 1. CpenHsisi TpOIOJIKUTEIbHOCTD XU3HU JJAGOPAaTOPHBIX KMBOTHBIX MMOCJIE BO3IEUCTBUS TTPOAYKTOB muposu3a PI1-4 B
HaBecKe, cooTBeTcTBYIoIEl 1.5LD 5, Ha hoHe BBeIeHUST MCCIEAyEMBIX IIPENapaToB. * — pa3IMyusl 3HAYMMBbI [TO CPABHEHUIO C
rpynmoit U (p < 0.05). I'pynner: 1 — untokcukanusi, U + K — natokcukanus + kcunasuH (onsiT 1), U + 3 — nunToKCcuKanus +

+ 3071eTUI (OMBIT 2).

Jlerounslit KO3 GULIEHT, OTH. €.

Kpsicer (n = 6)
(m(PI1-4) — LDsp)

S5
55
5

S
S5

I
SIS
s

S50

Kpsicer (n = 6)
(M(®T1-4) — 1.5LDsg)

OKonTtpoib
aun

Aan+K

Kpomuku (n = 3)
(m(PI1-4) — 1.5LDsp)

Puc. 2. JlerouHoit K03 GUIIMEHT y KPbIC Yyepe3 6 4 Iocie BO3ASHCTBUS U Y KPOJIMKOB uepe3 3 4 Iocjie BO3AeCTBUSI TPOAYKTOB
nuposinza PI1-4 Ha ¢hoHe BBeIeHUS] UCCIIENYyEeMbIX MpernapaToB. * — pa3ainyus 3HaYMMBbI 10 cpaBHeHMIO ¢ rpynmnoi K (p <

<0.05); #

CTBEHHO (puc. 2). Y KpOJUKOB MPUMEHEHUE 30JIeTIIa
TakKKe crocooctBoBaio cHuxkeHuto JIK B 1.5 paza (p >
>0.05), mo cpaBHEHMIO C XXWBOTHBIMHM TpyImImbl U,
IPY 3TOM 3HAYMMBIX Pa3JIUUUii C XKUBOTHBIMU TPYII-
nbel K He mpociexeHo (puc. 2).

C y4eToM TOTO, YTO MPUMEHEHWE KCUJIa3WHa y
KPBIC ¥ KPOJUKOB MOCJIe MHTOKCUKAIIMU TTPOIYyKTa-
mu mpoimsa OI1-4 npuBoamino K cHkeHuo CITK
n yBenmdeHwuto JIK, B maipbHEMIIINX MCCIeI0BaHUSIX
TMAHHBIN TIpeTrapar He UCITOJIb30BaJIH.

B cnenylomieit cepur 3KCHEPUMEHTOB M3ydasln
BJIMSTHUE 30JIeTUJIa HA IMHAMUKY ITOKa3aTesei OKCH-
reHalluu U KUCJIOTHO-OCHOBHOTO COCTOSTHUS Y KPBIC
U KPOJIMKOB Ha IMKE MPOSIBJICHUII WHTOKCUKAIIUU
nponaykramu rmuponusa PI1-4 B noze 1.5LDs,. UH-
TOKCUKALIUS KPBIC U KPOJIMKOB MPOIYKTAMU MTUPO-

YCITEXY COBPEMEHHOM BUOJIOTUUN  ToMm 141

Ne 1

— pa3nuuus 3HAYMMBI 10 cpaBHeHUIO ¢ rpynmnoit U (p < 0.05).

Jm3a npuBoauia K cHkeHuto MO (p < 0.05), ysenu-
yeHuto PaCO, (p < 0.05) u pa3BUTHIO 1€KOMIIEHCU-
POBaHHOTO pecIMpaTOpHOro anumo3a (tadi. 1). B to
XKe BpeMsl IIpMMeHeHMEe 30JIeTIa Y J1abopaTOPHBIX
KHMBOTHBIX CIIOCOOCTBOBAJIO HOPMAaIU3alIM1 OKCUTE-
Haiuu (3HaunMoe yBeandeHue MO) 1 koMmneHcauuu
pecniupatopHoro anuao3a (cHmxenue PaCO, 1 Hop-
Mmanm3auus pH, mo cpaBHeHuIo ¢ rpynmnoit M) B uc-
cliemyemble Cpoku (Tadi. 1).

s OUeHKU U3MEHEHUI T'MCTOapXUTEKTOHUKU
TKaHel JIETKUX KPOJWKOB, MOJYyYEHHBIX yepe3 3 u
rocJjie BO3ACUCTBUS TPOoAyKTOoB nupojuza PI1-4 B
nosze 1.5LDs,, mpoBOAMIN TMCTOJIOTUYECKOE UCCIIe-
JIOBaHUE.
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Puc. 3. Mukponpemnaparhl JerKUX KPOJMKOB Uyepe3 3 4 Mocjie MHTOKCHKALIMU MpoaykTtamu muposnsa PI1-4 B HaBecke, COOT-
BeTcTByloiei 1.5LD5,, okpacka reMaTOKCUJIMHOM M 303MHOM, yBeaudeHue %200. (a) — KOHTPOJIb: y4aCTKA OOBIYHON BO3-
IYITHOCTH MapeHXUMBI JIETKUX, YUCThIE TIPOCBETHI GPOHXOB, yMEPEHHOE KPOBEHAITOJIHEHUE JIETOUHBIX COCYIOB, OTCYTCTBUE ITPH-
3HAKOB aJIbBEOJISIPHOTO M MHTEPCTULIMATBHOTO OTEKOB; (0) — MHTOKCHKALIST: aJIbBEOJIbI, 3aITOJITHEHHBIE TOMOT¢HHBIM TPAHCCY/Ia-
TOM, coAepKalliuM HEeHTPOPWIbI U SPUTPOLIUTHI, HMCTOHYEHHBbIE MeEXKaIbBEOISIPHBIE IEPETOPOIKHU, IPOCBET OPOHXOB,
3arOTHEHHBIN TPAHCCYIATOM; (B) — OMBIT 2 (MHTOKCUKAIIWS + 30JIETHIT): YTOJIIIEHUE MEXATbBEOJISIPHBIX TIEPETOPOIIOK, KPOBE-
HAIOJHEHUE JIETOYHBIX COCYIOB, MPOCBETHI aIbBEOJIbl HOPMAJIBHOM BO3MYIITHOCTHU C BBIXOIOM €IMHUYHBIX SPUTPOLIMTOB.

Ha mukpornpenaparax JIeTKUX KPOJIUKOB Ipyribl K
BBISIBJISITIA YIACTKU OOBIYHOI BO3MYITHOCTU TapeH-
XHUMBI JIETKMX, YUCThIE MPOCBETHl OPOHXOB, YMEPEH-
HOE€ KpOBeHAIOJHEHME JIETOUYHBIX COCYAOB, OTCYT-
CTBUE IPU3HAKOB ATbBEOJIIPHOTO M MHTEPCTUII AT b~
Horo orekoB (puc. 3a). MHTOKCHMKALMS KMBOTHBIX
npoayktamu nuposiuza PI1-4 nmpuBoaunaa K Bbipa-
JKEHHOMY HapyIIeHUIO THCTOAPXUTEKTOHUKY TTapeH-
XUMBI JIETKUX. AJIbBEOJIBI Y IIPOCBETHI OPOHXOB OBLIHN
3aMoJHEHbl TOMOTEHHBIM TPAaHCCYIAaTOM, COIepKa-
UM HEATPODUIBI U SPUTPOLIUTHI, MEXKATbBEOSIP-
HBIE€ MIEPETOPOIKM UCTOHYEHBI (puc. 30). I[TpumeHe-

VCITEXU COBPEMEHHOM BUOJIOTUH

HUeE 30JIETUJIA CHUKAJIO BBIPAXKEHHOCTDb HapyIIeHU
MapeHXUMBbI JIerKux. OTMeualiv yTOIIIeHE MeXallb-
BEOJISIPHBIX TIEPETOPOIOK, TTOBBIIIICHUE KPOBEHAIIOJ -
HEHUS JIETOYHbBIX COCYIOB, TIPOCBETHI AIbBEOJI COXpa-
HSUIU HOPMAJIBHYIO BO3AYIIHOCTb C BBIXOJOM €IM-
HUYHBIX 9PUTPOLIMTOB (pUC. 3B).

OBCYXIEHUE

MHransunoHHoe Bo3aeiicTBUE MPOAYKTOB MUPO-
sm3a PI1-4, conepxaux [IPUB, Ha 1abopaTOpHBIX
JKMBOTHBIX Pa3HbIX BUIOB (KPBICHI U KPOJUKHN) TIPH-
Ne 1

ToM 141 2021
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Taomma 1. IluHamMuKka mokasaTesieii OKCUTeHAIIMM M KMCJIOTHO-OCHOBHOTO COCTOSIHMSI Y KPOJIMKOB U KPHIC HA IHKE
MPOSIBJIEHUIT MHTOKCUKALIMU (4epe3 3 4 1 6 4 1mociie Bo3aeicTBUs MpoayKToB nmuponn3a PI1-4 B HaBecKe, COOTBETCTBY-

roweit 1.5LD5,) Ha ¢oHe BBeaeHus 3onetmna, Me [QH;QB]

Kpoichl (uepes 6 4, n = 6, B rpyIe) Kpomuku (gepe3 3 4, n = 3, B rpymre)
tpymma PaCO PaCO
1o pH -t 1500} pH aC0,,
MM DT. CT. MM PT. CT.

KoHTtponb 455 7.42 42.8 442 7.38 30.6
[352; 528] [7.38; 7.46] [36.9; 52.4] [438; 447] [7.35; 7.42] [28.2; 31.4]

HNHTOKCHKAITHS 147 7.06 70.8 163 7.13 52.4
[84; 172]* [6.89; 7.23]* [62.4; 87.3]* [141; 192]* [7.08; 7.28] [51.1; 64.11*

Onbit 2 214 7.37 43.3 374 7.37 28.3
[190; 376]* [7.29;7.391% | [39.6;44.1]% [305; 418]* [7.25;7.41] [26.6; 41.2]*

TpuMeyanue: * — pasmiumst SHAYUMBI 10 cpaBHeHMIO ¢ rpyroii K (p < 0.05); ¥ — pasimuust 3HaunMbl 110 cpaBHEHMIO ¢ TpyIoil U

(» < 0.05).

BoawIo K pa3Butuio TOJI, uTo moaTBepKaajaoch yBe-
muueHueM JIK (puc. 2) 1 nosiBieHUEM B TKaHSIX TH-
CTOJIOTMYECKUX U3MEHEHUI, XapaKTePHbBIX IS ajlb-
BEOJISIPHOI (ha3bl oTeKa Jierkux (puc. 3). MexaHu3m
dopmuposanust TOJI, BBI3BAaHHOTO MHTOKCUKALIACH
IIOUDB, cBg3aH ¢ Bo3aeiicTBMEM TOKCHMKAaHTa Ha
MaKpOMOJIEKYJIbl KJICTOYHBIX KOMITOHEHTOB Al'D,
YTO MPUBOIUT K BHIOPOCY MPOBOCTIAIMTEIbHBIX M€-
JIMaTOPOB U OMOJIOTMYECKM aKTUBHBIX BEILIECTB B CU-
CTeMHBII KpoBOTOK (Zhang et al., 2017). YBenunueHue
coliepKaHUs MOOOOHBIX MOJEKY B MUKPOLIUPKYJISI-
TOPHOM pYCJie CIIOCOOCTBYET CITa3My COCYAOB, yBe-
JIMYeHUIO TMepuGepruyecKoro COoCyIucToro COMpo-
TUBJICHUSI, HAPACTAaHUIO TUAPOCTATUYECKOTO NaBJie-
HUSI B JIETOYHBIX KallWLISIpaX M, COTJIACHO 3aKOHY
CrapiuHra, BbIXOAY XKUJIKOCTU U3 CUCTEMHOIO KpPO-
BOTOKA B MHTEPCTULIMATIbLHOE TTPOCTPAHCTBO JIETKUX.
B cnyyae HemocTtaToyHOCTH (DYHKIIMOHUPOBAHUS
KOMITEHCAaTOPHBIX MEXaHM3MOB (IpeHaxkHasi (PYHK-
1S TUMPaTUIECKON CUCTEMBbI) TIPOMCXOIUT BBIXO/I
SKMIKOCTU B aJIbBEOJISIPHOE TTPOCTPAHCTBO U MaHMU-
decraums oreka Jierkux (I'punmu, 2005).

B xauectBe monxoaa K koppekuuu TOJI y XnuBoT-
HBIX CO3IaBaJIM COCTOSIHUE (DapMaKOJIOTMIECKOi ce-
Januu. DGEPEeKTUBHOCTh CEIATUBHOM Tepaltiy CO-
MpsDKeHa CO CHIDKEHUEM MOTpeOIeHUsT KUCIopoaa
opraHusMoM. B kauyecTBe cegaTMBHBIX CPEIACTB UC-
cienoBany papMakoneiiHble BeTepyuHapHbIE TTperna-
paThl: KCUJIa3WH U 30JICTUI.

IMpuMeHeHne KCUIa3uHa MPUBOIUT K HE3HAYU-
TEJIbHOMY CHUIKEHUIO YaCTOTHI CePACUHBIX COKpAIIIe-
HUI1 ¥ 4acTOTHI AbIXaTeIbHBIX ABMXKCHUI y 1abopa-
TOPHBIX XKUBOTHBIX Y3Ke uepe3 15—30 MuH 11ociie BBe-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141
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OJCHUS, HE BbI3bIBas npu 9TOM T'NIIOKCEMUU
(Crapokoxena, KnumoB, 2017). OgHako aKTHUBalIUs
MTOCTCUHATITUYECKUX Ol,-aIPEeHOPELIETITOPOB INIaIKO-
MBIIIEYHBIX KJIETOK KPOBEHOCHBIX COCYIOB IPUBO-
JINUT K BA3OKOHCTPUKIIMM U BO3PACTAHUIO TIepUdepu-
YEeCKOTO COCYIUCTOTO COIIPOTUBIICHHUSI B TeUeHUE
BCero BpeMeHU neiicTBus mpenapata (KopHiolieH-
KoB, 2017; Vainio, Palmu, 1989). B ciyuyae pa3Butusi
TOJI momonHUTEeNIbLHOE HapacTaHWE THApPOCTaTUYEe-
CKOTO JABJICHUSI B JIETOYHBIX COCYIax IPUBOIMUT K
0OJIbIIIEMY BBIXOIY KUAKOCTU B MHTEPCTULIMATBHOE
MPOCTPAHCTBO U K MaHUdecTaumm oteka. [lo-Buan-
MoMmy, ¢ 3TuM cBg3aHo cHikeHnne CITXK (puc. 1) n
HapacTtanue JIK (puc. 2) y 1a6opaTOpHBIX (KMBOTHBIX
Ha ¢oHEe MpOoBeIeHUSI CEAJATUBHOM Tepanyuu KCuja-
3UHOM.

3oJieTu B pEeKOMEHIYEMbIX TO3UPOBKAaX He OKa-
3bIBACT 3HAYMUMOTI'O BJIUAHHNSA HA ITOKa3aTCJIN CUCTEM -
HOIl reMOoAWMHAMUKWA U (PYHKIIUU ObIXaTeJIbHON CHU-
cteMbl XKMBOTHBIX (CaBeHko u ap., 2012; KopHio-
meHkoB, 2013). TlpumeHeHue 30JieTUIA TIPUBOIUIO
K yBeaudeHuto CIIZK KpbIc Tocie MHTOKCUKAlLIUU
npoaykramu nmponunsa PI1-4 (B HaBecKax, COOTBET-
crByomnx LDs, u 1.5LDy,) (puc. 1), yBeJu4eHuU1o
CITXK KpOoJIMKOB ITOCJIE ”THTOKCUKAIIUU ITPOJYKTaMU
nuponu3a DII-4 (B HaBecKe, COOTBETCTBYIOLLEH
1.5LDsj) (puc. 1). Y 1abopaTOpHBIX XXMBOTHBIX, TO-
JIy4aBIIMX 30JI€THJI, OTMEUaAIM 3HAUNMOE CHIDKEHIE
JIK (puc. 2) u MeHee BbIpaxkeHHbIE THCTOJIOTUIECKIE
W3MEHEHUS B TKaHSX JIETKUX (puUC. 3) B MCCIeLyeMble
CPOKM, IO CPaBHEHMIO C JKMBOTHLIMU TpyTiisl Y. Co-
xpaHeHHne cTpyKTypbl AI'B crmocodcTBOBaIO TIOAIEP-
XKaHUIO ra3oo0MeHa 4Yepe3 ajbBeOJISIPHYIO—KaIlu-
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JISIpHYIO MeMOpaHy, YTO MONTBEPXKIAIOCh Y KUBOT-
HBIX OOOMX BHIOB Ha TIMKE WHTOKCUKAIIUHN
yBennueHneM MO u cHuxenuem PaCO, B apTepu-
anpbHOI KpoBu. OOHapyXeHHBIN 3 deKT 301eTnia
MOXKET OBITh CBSI3aH C HAJIMIMEM B €T0 COCTaBE THUJIE-
TaMWHa TUAPOXIIOPUIA, CXOXKETO MO MEHNCTBUIO C Ke-
tamuHoM (KopHiomrenkos, 2013).

brino BoisiBaeHOo (Busch et al., 2010), yto npume-
HEHVe KeTaMUHAa B BbICOKUX J03UMpoBKax (10 mMr/kr)
CMOCOOCTBYET CHUKEHMIO TaBJIeHUS B JIETOUHOM ap-
TepUU MOCe MOICIUPOBAHUS Y XKUBOTHBIX THMIIO-
KCUHU 3a CYET CHMXKEHUS JIETOYHOI TMIIOKCUYECKO
BazokoHcTpukuuu (Busch et al., 2010). DToT acdpekT
MOXET OBITh CBSI3aH C AEHCTBUEM BBICOKMX 103 KETa-
MHHa Ha KaJibliIueBbie KaHajbl L-TuIa, KoTopbie 00-
YCJIOBJIMBAIOT Ba3onWwiIaTalMIO B COCydax JIETKUX
(Kaye et al., 1998).

B maHHOM wmccienoBaHMU KpbIiCaM U KPOJMKAM
BBOAWJIM 30JISTWJI B CymMMapHoii mo3e 50 Mr/Kr.
C y4eToM TOTO, YTO COAepKaHWE TUJIeTaAMUHA THIPO-
xyopuza B npenapare 3onetit 100 cocrasiser 25%
(250 Mr Bo i1akoHE), a TUJIeTaMUHA TUAPOXJIOPU]L
XUMUYECKN OJim30K K kKeTamMuHy (KoOpHIOIIEHKOB,
2013), >)kMBOTHBIE ITOJy4YaJIi aHAJIOT KeTaMUHa B 03¢
12.5 Mr/Kr. BeposiTHO, IpOTeKTUBHBIH (P (PeKT 3071e-
THIa OOYCJIOBJICH KYNMUPOBAaHUEM JIETOYHOI Bazo-
KOHCTPUKIIMM Y JJa00OPaTOPHBIX XKUBOTHBIX.

SAKIIIOYEHHME

Takum o6pa3oM, B pe3ynabTaTe MPOBEACHHOIO MC-
cJieOBaHUs OBLIO BBISIBJICHO, YTO IMMPUMEHEHUE 30-
JIETUJ1A TIPUBOIWIIO Y ABYX BUIOB JIAOOPATOPHBIX KU -
BOTHBIX K KOPPEKIIUM TOKCMUYECKOTO OTeKa JIETKUX,
BBI3BAaHHOI'O WHTOKCHKalueil mepdTopu3obyTuiie-
HOM, MOJTyYEHHBIM ITyTeM MU poJiu3a (proporniacra-4.
MexaHn3M TIPOTEKTUBHOTO IECTBUSI TaHHOTO Mpe-
rapara, BepOsITHO, CBSI3aH CO CHUKEHUEM JaBICHUS
B CUCTEME JICTOUYHON MUKPOLMPKYJISLINMN.

HanbHelimmit mouck ¢apMaKoJOTUYECKUX TIpe-
rapaToB U3 rPYNIbl GeHUMKIUAUHA MOXKET OBITh 3¢h-
(GEKTUBHBIM HampaBlIecHHEeM (apMaKOJIOTTIeCKOMN
KOPPEKIUU TOKCUYECKOTO OTeKa JIETKMX, BbI3BAHHO-
o MHTOKCUKAaIMEN MyJIbMOHOTOKCUKAaHTaMU, 00Jia-
JAIOLIMMU allAJIMPYIOIIUM ASHCTBUEM.

KOH®JIMKT MHTEPECOB

ABTOPBI 3aSIBJISTIOT 00 OTCYTCTBUM KOH(IMKTA UHTEPECOB.

COBJIIIOAEHWUE OTUYECKNX CTAHIAPTOB

HpI/I IIPOBCACHUUN SKCIICPMMCHTOB OBLIM BBIITOJTHEHBI
TpeGOBaHI/IH HOPMAaTUBHO-IIPABOBLIX aKTOB O ITIOPAAKE
SKCHCPHMCHTaﬂbHOﬁ paGOTLI C UCITOJIb30OBAHUEM KMNBOT-

YCITEXY COBPEMEHHOM BUOJIOTUH

HEBIX, B TOM YMCJIe 10 TYMaHHOMY OTHOIIIEHMIO K HUM. Bce
MPUMEHUMbIE MEXIYHApOIHble, HAllMOHAJbHbIE W/WUJIN
MHCTUTYIWOHAJIbHBIC IIPUHIINAIIBI YX0Ia U MCITOJIb30BaHUSI
XMBOTHBIX ObLIM COOJIOAEHBI.
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Evaluation of the Effectiveness of Sedative Medicals for the Correction of Toxic
Pulmonary Edema during Intoxication Products of Pyrolysis of Fluoroplast-4

P. G. Tolkach* *, V. A. Basharin?, S. V. Chepur?, P. K. Potapov*,
D. T. Sizovac, and Yu. V. Dimitriev’

“Kirov Military Medical Academy, Ministry of Defense of the Russian Federation, Saint Petersburg, Russia

bState Scientific Research Test Institute of Military Medicine, Ministry of Defense of the Russian Federation,
Saint Petersburg, Russia

“Military Unit 33952, Ministry of Defense of the Russian Federation, Khankala, Russia
*e-mail: pgtolkach@gmail.com

There are currently no effective remedies for the correction of acute pulmonary edema in case of intoxication
with pulmonotoxicants with acylating action. In this study, toxic pulmonary edema was modeled in rats and
rabbits, caused by acute inhalation intoxication with perfluoroisobutylene obtained during the pyrolysis of
fluoroplast-4. Administration of the central oi2-adrenomimetic xylazine to animals in a total dose of 45 mg/kg led
to a decrease in average life expectancy and an increase in the lung coefficient. The combined preparation
zoletil (tiletamine hydrochloride + zolazepam) in a total dose of 50 mg/kg contributed to an increase in the
average life expectancy, a decrease in the lung coefficient in rats and rabbits 3—6 hours after exposure. Signif-
icant increase in oxygenation index, decrease in PaCO2 and relief of decompensated respiratory acidosis were
noted. Histological examination revealed the preservation of the histoarchitectonics of lung tissues of rabbits
treated with zoletil. The action of zoletil is probably associated with the effect of tiletamine hydrochloride,
aimed at reducing the pressure in the pulmonary microcirculation system. Further search for pharmacologi-
cal drugs from the phencyclidine group can be an effective direction for the pharmacological correction of
toxic pulmonary edema caused by intoxication with pulmonary toxicants with acylating action.

Keywords: pulmonary toxicants, perfluoroisobutylene, intoxication, zoletil, xylazine, ketamine, rats, rabbits,
mechanism of action
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Ienb paboThl — omnpenesieHrne poyiv (haKTOPOB BPOXKIEHHOTO U alaliTUBHOIO UMMYHUTETA B (hopMUpoOBa-
HUM 6aKTepUOHOCUTEIbCTBA TOKCUTEHHBIX IITaMMOB C. diphtheriae. Y CTaHOBJIEHO, UTO MO/ BIUSTHUEM ChI-
BOPOTKM KPOBU OaKTepHOHOCUTEeH ITpoucxoaut yBeaumdeHue (p < 0.05) anre3auBHOM aKTUBHOCTY IUIaHK-
TOHHBIX KYJIbTYP TOKCUTEHHBIX IITaMMOB C. diphtheriae gravis tox+ B 1.5—2 pa3a. Bo3neiicTBue CBIBOPOTKU
KPpOBM MNAaIIMEHTOB ¢ MaHU(ECTUPOBAHHBIMU (popMaMu TUPTEPUH CIIOCOOCTBYET pe3KoMy (B 82 pa3a) CHU-
XKeHMIo ux anre3uBHOCTH (p < 0.05). Y 6akTepuoHocuTeneiit Ha hoHe HU3KOTO CoAepKaHUsl aHTUOAKTepU -
aJIbHBIX aHTUTEJT, BHICOKOTO YPOBHST aHTUTOKCUUECKHMX aHTUTEJT U JJaKTo(hepprHa, a TAKXKe 0osiee IMPOKO-
r'O CIIEKTpa CHIBOPOTOYHBIX OEJIKOB, 00J1afaloInX CIIOCOOHOCThHI0O MHIMOUpoBaTh arnonTto3 (Humanin-like
protein) 1 CBSI3BIBATH TsiKesibie MeTa/UIbl (Metallothionein), B ToM 4uciie U Xeje30, anre3MBHOCTb TOKCH-
reHHbIX TaMMOB C. diphtheriae ioBbiaetcsi. O6pasiibl CBIBOPOTKM KPOBU GOJIbHBIX MaHU(ECTUPOBaH-
HBIMU popMaMu AUDTEPUN U IIPUBUTHIX IPOTUBOINGTEPUITHBIMUY IIpernapaTaMu 00IanaloT HauOOIbIINM
CPOJIICTBOM ITO MacC-CITEKTpY OeIKOB, TOTJa Kak oopa3ibl bakTeproHocuTelieil 1 HerpuBUTHIX AKJIC- n
AJIIC-M-nipertapaTaMu CyILIECTBEHHO OTJIMYAIOTCS OT HUX. YKa3aHHbBIE OCOO€HHOCTHU BO3IeCTBUS (haKToO-
POB BPOXIEHHOTO U aalITUBHOTO MMMYHUTETa OaKTeprMOHOCUTEJIeil MpeapaciiojiaraloT K (hopMrUpoOBaHUIO
OUOTUIEHKU, TIOHKEHUIO BhIICJICHYSI TOKCUHA 32 €€ Mpeesbl U, KaK CIeICTBUE, IJTUTEIbHOMN MepCUCTeH-
LI BO3OYIUTENISI B OpraHNU3Me.

Kniouesuie cnosa: 6aKTeprOHOCUTEIBCTBO, (PaKTOPBI BPOXKIEHHOTO U aAallTUBHOTO UMMYHMTETA, are3usl,

C. diphtheriae
DOI: 10.31857/50042132421010191

BBEAEHWE

IIpobGnema 6aKTepUOHOCUTEIBCTBA SIB/ISIETCS AKTY-
aJIbHOM IIPY MHOI'MX MH(EKIMIX (CTaDMIOKOKKOBOIA,
CTPETITOKOKKOBOI, MEHUHIOKOKKOBOIi, CaJlbMOHEN-
Je3Hoi u ap.) (MuxaiinoBa u ap., 2015). OnHako He-
CMOTPSI HA MHOTOYMCJICHHbBIE UCCIEIOBAaHMUS, IIOCBSI-
IIEHHBIE 3TOI MpobeMe, OTBETa Ha BOIIPOC, IIOYEMY
Yy OIHOI YacTh WH(MUIMPOBAHHBLIX BO3OYIUTEISIMU
OaKTepralIbHbIX MH(MEKILUI pa3BUBAIOTCSI KIMHUYE-
CKU BBIpakeHHBIE (DOPMEI 3a00JIEBaHMS, a Y APYTUX —
0aKTEpMOHOCUTENBLCTBO, 10 CUX TMOp HeT. Hdudre-
puitHast H(EKIIUs B 5TOM OTHOILIEHUM HE SIBJISICTCS
WCKJIIOUEHMEM, HECMOTpPsI Ha IUIAHOBYIO BaKIIMHA-
110 B pamkax HamuoHanbHOTO KajieHaapsi MpUBU-
BOK IpernapaTaMy AU(PTEepUITHOrO aHAaTOKCHHA, KO-
TOpas IIpUBEJa K pe3KOMY COKpallleHUIO apeaja pac-
MPOCTpPaHEHUsI U CHUXXEHUIO 3a00JIeBaéMOCTU 3TOi
nHpeKIIMeit, Ho He ImoaHoM ee apagukannu (KocTio-
koBa, bexasno, 2018).

40

B Hactosuee Bpems B Uaouu, MHooHe3un, cTpa-
Hax JlatmHCcKOI AMepuKn 1, ocobeHHO, BeHecyaie
3a(hMKCUPOBaH MOAbEM 3200J1€BaeMOCTU TUdTepureit
(https://www.who.int/ru/news-room/detail /06-12-2017-
diphtheria-is-spreading-fast-in-cox-s-bazar-bangla-
desh).

Cnydyaun 3abosieBaHUSI PETUCTPUPYIOTCS B CTpa-
Hax EBponeiickoro Coto3za (https://www.rospotreb-
nadzor.ru/about/info/news/news_details.php?EL-
EMENT ID=12046&sphrase _id=1731051).

Pe3epByap Bo30OynuTesst AIMGTEPUU COXPAHSIETCS
u B Poccum (https://www.rospotrebnadzor.ru/up-
load/iblock/d9d/gd 2017 seb.pdf?fbclid=IwAROCtf6F-
skpwnldtvC4x4qcNS5S5e-GzpM4Stk7x1zawiui FC-
Mg8mtru9czOKk).

Oco0y1o BaXXHOCTh B CJIOXHWBIICIHCS CUTyalllHn
MpeacTaBsieT MIpoBeAeHUE BAKIIMHOTTPO(MUIAKTUKH,
HaIpaBJIeHHOI Ha cOo3laHue HaMPsSKEHHOTO CHel-
durgeckoro nMMyHuTeTa. OIHaKO BEICOKMIT yPOBEHB
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AHTUTOKCHHA B OpPraHU3ME IIPUBUTHIX HE IIPEIISAT-
CTBYeT LIMPKYJISILAU IITAMMOB BO30yauTeIsl TUudTe-
pun B nonyiasgnuu. CBSI3aHO 3TO, IIPEXAE BCEro, C
TeM, YTO (POPMUPYIOLINICS IIPpY BaKUIMHAIIMU IIPO-
TUBOOUMTEPUNAHBI UMMYHUTET HE  CIIOCOOEH
MIPeOOTBPATUTh aAre3ul0 U KOJOHMU3AUIO BO30YI-
TeJIEM CJIM3UCTON 000JI0UYKI PECIUPATOPHOTO TPaKTa
yenoBeka (KoctiokoBa, bexano, 2018). ¥ nuil ¢ 3a-
IIUTHBIM YPOBHEM aHTUTOKCUYECKUX AaHTUTE MOTYT
c(opMHUPOBATHCS PA3IMYHBIEC IO CTEIICHU BhIPasKeH-
HOCTM KJIMHWYecKUe (HopMbl AUdGTEpUU: OT Oec-
CUMIITOMHBIX (0aKTepUOHOCHUTEILCTBO) IO TSKEIIBIX
KJIMHUYECKU BbIpaxkeHHBIX (ITokpoBckuii, ®okuHa,
2016). [ToyeMy Tak MPOUCXOOUT, OAHOZHAYHOTO OTBE-
Ta 1oKa HeT. MI3BeCTHO, YTO 0AKTEPHOHOCUTEIBCTBO,
B OTJIMUME OT MaHU(PECTUPOBAHHBLIX (popM MHEPEK-
1M, (GopMUpyeTCs y JUILl C M3HAYILHO BBICOKMM
YPOBHEM aHTUTOKCUYCCKUX M HU3KUM COACPXKaHUEM
antubakTepuanbHbix antuTel (KocrtiokoBa, I'yka-
csiH, 1977). UMeet 3HaueHME U COCTOSIHUE MECTHOTO
MMMYHUTETA: YPOBEHb ceKpeTopHoro IgA B ciioHe
IIpU KPaTKOBPEMEHHOM 1 TPAaH3UTOPHOM OaKTeprO-
HOCUTEJILCTBE HIEKE, YeM npu JuteabHoM (KBeTHas
u 1p., 2000). C npyroii CTOpOHBI, BaXKHYIO POJIb UTpa-
IOT M CBOICTBA M30JIMPOBAHHBIX IIITAMMOB KOpPHUHE-
OakTepuii. Tak, TIpu JJIUTEIHHOM HOCHUTEJILCTBE BBHI-
JICJISIFOTCSI TOJIBKO BBICOKOAATe€3UBHbBIEC IITAMMBI, HE-
3aBUCMMO OT ux TokcureHHoctn (KocTiokoBa,
Kapacsp, 1991). [TomuMo 3TOTO, U3BBECTHO, YTO BO30Y-
IUTeNTb AU TEepUn 00TaTaeT CIIOCOOHOCThIO (hOPMU-
poBaTh OuorLieHKy (Sharma et al., 2019). B uemom,
npuBeaeHHBIe (PaKThl HE MOTYT JaTh OoJjiee MU Me-
Hee MOJHOIo OTBETAa Ha ITOCTaBJIEHHbBII BOIIPOC.

B cooTBeTCTBUM ¢ 3TUM, LIEJbIO HUCCAEIOBAHUS
SIBUJIOCH OTIpeneieHre poiu (DaKTOPOB BPOKICHHO-
0 ¥ aJanTUBHOIO MMMYHHUTETa B (hOPMHUPOBAHUM
0aKTepUOHOCUTEIbCTBA TOKCUTEHHBIX IIITAMMOB
C. diphtheriae.

MATEPUAJIBI 1 METOJbI

Hccnenosansl mtamMmbl: C. diphtheriae gravis tox+
Ne 665, monyuyennsiii u3 T'MCK umM. JI.A. TapaceBu-
ya; C. diphtheriae gravis tox~+, BbIIICHHBI OT 00JIb-
HOTO C JUArHO30M JIOKalIn3oBaHHas ¢opma mudre-
pun OakrTepuosorndeckoi naaboparopueit PI'KY
“1002 HI'CBH” Munob6opoHbl Poccuu r. PocToBa-
Ha-Hony; C. diphtheriae gravis ¢ “momdammum” fox-re-
HOM (OTpHUIIATEILHBINA B TecTe DJIeKa U TTOJIOKUTEITh-
HBIi1 TIpY oNpeae/ieHUH TeHa T TepUITHOTO TOKCUHA B
I111P), mpenocraBinenHsiiit MBY 3 “I'oponckast 601b-
Huua Ne 1 uMm. H.A. Cemamko PoctoBa-Ha-JloHy”.

WUcnonp3oBanm o00pa3lbl CHIBOPOTKU KpPOBU
0OJIBHBIX ¢ AUPTEpUE POTOTJIOTKHU JTOKAJIM30BaH-
Hoit (30 yen.) u Tokcuueckoii (30 yen.), oroOpaHHEIE
Ha 1—7 cyTkm 3a001eBaHMS IO TIPOBEACHMUS CITCIIN -
¢dudeckoro JieueHusl; GAKTEpUOHOCUTENEd TOKCHU-
reHHbIX mtaMMoB C. diphtheriae (30 4en.); 3mopo-
BbIX He MpuBUTHIX (30 ven.) u npuBuThix AKIC- n
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A C-M-npemaparamu (30 4en.) B COOTBETCTBHU C
HanuvonansHbIM KajieHAapeM NpUuBUBOK. OOpasiibl
CBIBOPOTKH KPOBH OOJIBHBIX IU(TEpUEii ObLIN B3SIThI
B TIEpHNOJ SITMIeMU n1udTepun B T. PoctoBe-Ha-/lo-
Hy 3a nepuon ¢ 1997 r. mo 1999 r. u XxpaHWINCH TIPU
—20°C.

buoruieHounsie (120- u 720-yacoBble) KyJbTYpbI
IITAMMOB BO30yauTeNsI TU(MTEPUN TTOIYIAIM IO M-
tonmy (Watnick, Kolter, 2000).

ANre3auBHbIE M MHBAa3UBHbIE CBOMCTBA IIITAMMOB
KOpUHEOaKTEepUil ONpeneysiyii Ha KyJbType KJIETOK
KapLMHOMEBI papuHreanbHoro snuteans Hep-2 (Ott
et al., 2010). ITpu mocTaHOBKE ONBITOB IO TIPEepPhIBa-
HUIO aIre3uy U MHBA3UU HCIIOIb30BaJIl 1 KOMMEpP-
JecKue IIpernapaThbl KoMiuieMeHTa (1ieabHoro) (HITO
“Muxkporen” M3 P®, r. Ilepmb), jJakTodeppuHa
(“Hyecult Biotechnology (HTB) BV”, HunepnaHasi) B
moze 270 MKr/mul, aHTUTOKCHMHA IHMArHOCTUYECKOI'O
mudrepuitnoro (HITO “Mukporen” M3 P®D, r. [Tepmb)
B 103e 5 ME/MJ1, a Takke 00pasiibl CBIBOPOTKU KPO-
BU (LIeJIbHBIC), KOTOPHIE MPeaBapUTEIbHO OT(hUIIb-
TPOBBIBAJIM C TIOMOIIBLIO MEMOpaHHBIX (PUIBTPOB
dupmnl “Millipore” ¢ pazmepom 1op 0.45 MKM U TIpo-
BEpSUIM HA CTEPUJIBHOCTh IyTeM BbiceBa Ha 20%-Hblii
CBIBOPOTOYHBIM arap. HemocpencTBeHHO mepen
ONBITOM B IIPOOUPKM BHOCKIU 110 1.0 MJI B3BeCcU KO-
puHeGakTepuii ryctortoii 10° KonoHMEeOoOpasyIoLIX
enyaull B 1 mu1 (KOE/mn) n 1.0 M1 cTepUIIbHOM ChI-
BOPOTKM (MJIM YKa3aHHBIX mperiapaToB). IlomxydeH-
HYIO CMECh BBIIEPKUBAIN B TepMocTaTe 60 MUH ITpu
37°C. Jlanee TpoOUPKU LIEHTPUGYTUPOBAIN IIPU
10000 00./MuH B TedeHUE 5 MMH, yaalsyid Hamoca-
JOYHYIO XXUIKOCTb, OCAaJO0K PECyCIIEHIUPOBAJIU B
cpene RPMI-1640 1o rycToThl MUKpPOOHOIT B3BeCU
10° KOE/Mmu1. [Tociie 3TOro Mpou3BOaWIN 3apakKeHUue
KynbTyphl KieTok Hep-2. KonmuectBo KopuHeOak-
Tepuii, anre3upoBaHHBIX Ha KJleTKax Hep-2, onpene-
JISUTU IyTeM BbiceBa cMbIBa Ha 20%-HbIi1 CHIBOPOTOU-
HBII arap ¢ IIOCIeAYIONIM MOICYETOM CPEIHErO KOJIM-
yectBa KOE B | Mi1. Anre3auBHbBIe CBOMCTBA IITAMMOB
KopuHebakTepuii Beipaxamu B (KOE + m) x 102 Ina
oInpelelIeHUsT 4YKCla MHBA3MPOBABIINXCS KOPUHE-
OakTepHii B JIYHKM IJIAHIIETa HOOABISUIA Te€HTaMU-
H (OAO “Ilanbxumdpapm”, Poccusi) B KOHIIEHTpa-
uu 1.2 = 0.4 Mr/MJI € IEJIbI0 YHUUYTOXEHUST KOPUHE-
OaxKTepuii, aNre3npOBaHHBIX HA ITOBEPXHOCTH KJIIETOK
Hep-2. 3arem knetku Hep-2 moaBepraancek Bo3eii-
ctButo B TeueHme 5 mumH 0.025%-HOro pacTBOpa
TBun-20, mociie 4ero coaepKMMoe JIYHOK BBICEBaJIU
Ha MSICO-TIENTOHHEII arap ¢ mobasiaeHueM 20%-Hoit
CBIBOPOTKH JIOLIAAMHO HOPMAaILHOM IJ1s1 KYJILTUBH-
POBaHMSI MUKPOOPTaHNU3MOB U ITOJICYNTHIBAIN KOJIYE-
ctBo KOE B 1 Mj1. MHBa3uBHBIC CBOMCTBA ILITAMMOB
kopuHebakTepuii Beipaxkam B (KOE + m) x 102

O0pa31bl CHIBOPOTKM KPOBHU MCCIIENOBAJIM C TO-
MOIIBIO BJIEKTpodope3a B MOJUaKpUIAMUIHOM rejie
B JeHATypUpPYIOIINX ycaoBUsIX 1o Metony (Laemmli
et al., 1970) 1 Macc-CIIEeKTPOMETPUIECKIM METOIOM
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C MCHOJb30BaHUEM Macc-crnekTpoMmeTrpa Autoflex
(“Bruker Daltonics”, 'epmaHusi), B KaueCTBe MaTpu-
bl ucnonab3oBaiu HCCA (a-umnaHo-4-ruapoKCcuKo-
PUYHYIO KUCIOTY). UneHTudukammuio 6e1K0B IIPOBO-
IWIW TI0 HabopaM 3HauyeHUid Macc TMEeNnTUIOB C UC-
MoJib30BaHUEM TiporpaMMbl Mascot Search Results
(www.matrixscience.com, “Matrix Science”, CIIIA),
0a3nl JaHHBIX SwissProt 2014 _04. brinu 3agaHEbI clie-
JylollMe TiapaMeTpbl TTOMCKA: TOYHOCTb OMpeaee-
HUS MacChl CTOMWUIMOHHBIX NoJieit, TakcoH Homo
sapiens. TlorpeuiHoOCTb ONpeaeeHUsI MacC WOHOB
MEeNTUAHBIX (parMeHTOB COCTaBjsila MPUMEPHO
0.03%.

B mcciaemoBaHHBIX 00OpasilaXx CHIBOPOTKU KPOBU
OTpeNeISIM UMMYHOXMMUYECKUM METOIOM HaJu-
ype C3-/C4-KOMNOHEHTOB CUCTEMbl KOMILIEMEHTa
(“Beckman Coulter”, CIIIA); nMmMyHO(MDEpMEHTHBIM
METOJIOM — ypoBeHb jJakTtodeppunHa (“Hycult Bio-
technology (HTB) BV”, Hunepnanabl), aHTUTe] K
nmakropeppuHy (“Orgentec Diagnostika GmbH”,
I'epmanust), poTUBOAMMTEPUNHBIX aHTUOAKTEPHU-
aJIbHBIX U aHTUTOKCUYECKUX aHTuTeN (JlaGylikuHa,
2010).

CraTUCTUYECKUIT aHAIU3 PE3yJIbTaTOB MCCIEHO-
BaHUSI IPOBOAMIN C IPUMEHEHUEM IIporpaMMBbl Sta-
tistica 12.0 (StatSoft, CIIIA). YpoBeHb 3HAUMMOCTH p
IIpU MHOXECTBEHHOM CPaBHEHUM PACCUMTHIBAIIM I10
kputrepuio Kpyckannma—Yonuca. Ilpu nomapHoMm
CpaBHEHUU CPEIHMX BEJIMUYUH MEXIY I'pyIIaMu UC-
MOJIb30BAJICSI KpuTepuii MaHHa—YUTHU C y4eTOM
nonpaBku BoHdeppoHN Ha MHOXKECTBEHHBIC CpaB-
HeHus (OMenbueHKo, demunona, 2017).

PE3VJIbTATDHI

IIpu ncciaenoBaHUM BO3OEUCTBUSI 0Opa3LIOB ChI-
BOPOTKM KPOBHU Pa3IMYHBIX KOHTUHITEHTOB 00CIIEIO-
BaHHBIX Ha aAre3UBHBIE CBOMCTBA LIUPKYJIUPYIOIIETO B
nonynsiuyu wtamma C. diphtheriae gravis tox+ (puc. 1)
oOHapyxwiau yBeandeHue (p < 0.05) agre3auBHOM aK-
TUBHOCTHU IUIAHKTOHHOM KYJbTYphl IIOI BIMSHUEM
CBIBOPOTKU KPOBU OaKTEepUOHOCHUTENCei mouyTu B 2
pa3a mo CpaBHEHMUIO C IT0Ka3aTeasaMu KoHTpoJs. [1pu
9TOM HaOIomanu pe3koe (B 82 paza) CHIDKEHHME are-
3uBHOCTH (p < 0.05) mon BO3IECTBUEM CBHIBOPOTKH
KpOBHU MAlIMEHTOB ¢ MaHU(eCTUPOBAHHLIMU (hopMaMU
mudTepun (TudTepreit pOTOTJIOTKM TOKCUYECKOU 1
JIOKQJIM30BaHHOI) 1 3HAUYUTEJIbHO MEHEe BhIpaXkeH-
Hoe (B 1.3 pa3za), Ho noctoBepHOE (p < 0.05) — chIBO-
potkn KpoBu NpuBUTHIX AKIC- n AJIC-M-nipemna-
paramu. [Toa BiusiHeM 00pa3110B CHIBOPOTKU KPOBU
HENPUBUTBIX aJAre3WBHBIC CBOIICTBA KOpWHEOAKTE-
puit He usMeHsuMch. [1py McciiegoBaHMM OMOILIE-
HOYHBIX KYJbTYp 3TOrO IlITaMMa IOKa3aTelu aare-
3UBHOCTH noHMKanmuch (p < 0.05) mox Bo3aeiicTBUEM
00pas3oB CHIBOPOTKM KPOBU KaK OOJBHBIX C KIIMHU-
YeCKM BBIpaXXEHHBIMU (popMamMu nUPTESpUU, TaK U
GaktepuoHocuTeieii. Ho TeHmeHIus K Gojiee BbIpa-
KEHHOM aare3nBHON aKTUBHOCTH KYJIBTyp, 00pabo-

YCITEXY COBPEMEHHOM BUOJIOTUH

TaHHBIX CBHIBOPOTKOII KpOBU OaKTePUOHOCHUTEIIE,
coxpansiach (p < 0.05). Ilon Bo3aeiicTBHUEM 00pas3-
LIOB CHIBOPOTKM MMPUBUTHIX 1 HeIpUBUTHIX AKJIC- 1
AJIC-M-mipenmaparamMn anre3nBHBIC CBOICTBa
OuoruIeHOYHBIX KynbTyp tamma C. diphtheriae gravis
tox+ (LUPKyIMpYyIoLIuii) Takxke cHKamuch (p < 0.05).
I[Ipu paccMoTpeHMU aAre3uBHBIX CBOIMCTB ILIaHK-
TOHHOI1 KyJIbTYphl My3eiitHoro mtamma C. diphtheriae
gravis tox+ Ne 665 1101 Bo3aeiicTBIEM 00pa3IoB ChI-
BOPOTKM 0aKTepHOHOCUTEIIEH HAOIIOOaIN yBeImde-
Hue (p < 0.05) mokazareneii anre3uu B 1.5 pasa, a roj
BO3IECICTBUEM CHIBOPOTKH KPOBU OOJIBHBIX MaHU -
CTUPOBAaHHBIMU (popMaMu TUPTEPUN — AOCTOBEPHOE
(p £0.05) ux cHxenue. I1pu uccienoBaHuu OMoOILIE-
HOYHBIX KYJIBTYp 3TOIrO IITaMMa KOpMHEOAKTepHrii 00-
HapyKWIK, 4TO UX aAre3UBHOCTH IToHKanach (p < 0.05)
MO/, BO3NEHCTBUMEM OOpA3lIOB CHIBOPOTKM KPOBU KakK
OOJIBHBIX UG TEpUEHi, TaK 1 6akTepuoHocHuTeeil. Bos-
JIECTBIE 00PA3LIOB CHIBOPOTKY IPUBUTHIX 1 HEIPUBU-
Teix AKJIC- n AIIC-M-nipenapataMu He BIUSIIO Ha
aare3uBHbIC cBoMcTBa 120-4acoOBBIX OMOILUIEHOYHBIX
KYJIbTYp, HO CHIKaJO aAre3mBHOCTH 72(0-9acOBBIX
OMOIIJIEHOYHBIX KYJIBTYp OTOTO IIITaMMa KOpUHEOaK-
tepuii. [Ipu uccnenoBanum mramma C. diphtheriae
gravis ¢ “MoyialuuM” f0X-TeHOM pPe3yJIbTaThl ObLIN
WHBIMU: aAre3MBHOCTb KaK IUIAaHKTOHHOM, Tak U
OMOIUICHOYHEBIX KYJIBTYP 3TOTO IITaMMa CHIXXAJIaCh
(p £ 0.05) mox BO3meMCTBUEM BCEX MCCJIETOBAHHBIX
00pas3IoB CHIBOPOTKU KPOBH.

IIpu ncciaenoBaHUM BO3OEUCTBUSI OOpa3LIOB ChI-
BOPOTKN KPOBU Pa3IMYHBIX KOHTHHTEHTOB 00CIIEIO-
BaHHBIX Ha THBA3WBHBIE CBOMCTBA IIMPKYJIMPYIOIIETO B
nonynsiuyu wtamma C. diphtheriae gravis tox+ (puc. 2)
oOHapyxwiu cHkeHue (p < 0.05) nHBa3UBHOI aK-
TUBHOCTHU TIJIAHKTOHHO# KyJBTYPBHI 3TOTO IITaMMa
Mpu 00padboTKe CHIBOPOTKOM KPOBU OOJIbHBIX UG TE-
pueit ¥ MPUBUTHIX TTPOTUBOIUMTEPUITHBIMM TIpeTTa-
patamu. [1pu 3TOM MHBa3MBHBIE CBOMCTBA KOpHUHE-
OakTepuili HUKaK He U3MEHSUIUCH MO BAUSIHUEM ChI-
BOPOTKHU KPOBU OaKTEPUOHOCUTENICH 1 HEIIPUBUTHIX.
MuBa3uBHasg aKTUBHOCTL OMOIUICHOYHBIX KYJIBTYP
9TOTO IlITaMMa MpPU UCCJIeTOBaHUM BO3ACUCTBUS Ha
Hee BCeX MCCIIeIOBAaHHBIX 00pa3IloB CBIBOPOTKU KPO-
BU pe3ko cHmxanach (p < 0.05). Ilpu paccMoTpeHun
WHBA3WBHBIX CBOMCTB ITJIAHKTOHHOI M OMOILIEHOY-
HBIX KyJIbTYp My3eliHoro mtamma C. diphtheriae gra-
vis tox+ Ne 665 1o Bo3aeicTBHEM BCeX NCCIIeTOBaH-
HBIX 00pa310B CHIBOPOTKM HAOIIOIAIN €€ CTaTUCTH -
yecku 3HaumMoe (p < 0.05) cHwmwxenwme. Ilpu
ucciaenoBanuu mramMma C. diphtheriae gravis ¢ “Moli-
yammm” 10x-TeHOM YCTaHOBWJIM, YTO MHBAa3MBHOCTD
IUIAHKTOHHOI KyJbTYphl cHIKanach (p < 0.05) mon
BO3IEHCTBUEM CBHIBOPOTKHM KPOBU OOJBHBIX AUQTE-
pueii, 6aKTepuOHOCUTENe U HEIMTPUBUTBIX U HUKAK
HE W3MEHSJIAch ITOH BIIMSTHUEM CBIBOPOTKM KpPOBU
npuBuTeIX AKJC- 1 AIIC-M-npemapartamu. UuBa-
31MBHAasl aKTUBHOCTb OUOTIJIEHOYHBIX KYJIbTYp 3TOTO
mTamMMa cHrKanach (p < 0.05) mmom BIMsSTHUEM BCeX
B3SITHIX B UCCIIEAOBAHUM 00Pa3IlOB CHIBOPOTKU.

ToM 141
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Puc. 1. ITokazarenu aare3uu IIAHKTOHHBIX M OMOTUIEHOYHBIX Ky/IbTyp mtamMmMoB C. diphtheriae Tipu Bo3neiicTBUU 0Opas31ioB
CBIBOPOTKM KPOBU Pa3IMUYHBIX KOHTUHTEHTOB obcnenoBaHHbIX. (a) — C. diphtheriae gravis tox+ (LMpKyaupylowmuit); (6) —
C. diphtheriae gravis tox+ Ne 665; (B) — C. diphtheriae ¢ “Mom4amiiM” f0x-TeHOM; IO OCU OPIMHAT — YPOBEHb aTe3UBHOM aK-
tuBHOCTH (KOE/M); 10 0CcH abenyce — KOHTUHTEHT obcienoBaHHbIX (BH — 6aktepronocurenu; AT — nudTepus poTorioT-
Ku Tokcndeckast; J1JI — nugrepust potorioTku JjokaiauzoBaHHasi; [1 — npuButeie; HI1 — HempuBuThIe). Yca0BHBIE 0003HAYE-
HUSI: — — TOKa3aTejIn aJre3uu UCCIeIOBaHHBIX KYJbTYpP, HEe MOABEPIIIMXCST BO3IENUCTBIIO 0OOPa3liOB CBIBOPOTKU KPOBU 00-
cJlelOBaHHbIX (KOHTPOJIb); * — cTaTUCTHYEeCKasl 3HAUMMOCTb oTinuuit (p < 0.05) 1o cpaBHEHUIO ¢ KOHTPOJIEM.

PaznmuuHEbI XapakTep BO3AeiCTBUS 00pa31ioB ChI-
BOPOTKHM KPOBU OONBHBIX TH(TepHreii, 6aKTepruOHO-
cuTelieid U MPUBUTHIX IPOTUBOAUPTEPUMHBIMU IIPE-
mapataMM Ha aare3uBHBIC U MHBa3WBHBIC CBOIICTBa

YCITEXY COBPEMEHHOM BUOJIOTUUN  ToMm 141
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MJIAHKTOHHBIX M OMOIUICHOYHEIX KYJIBTYp IITAMMOB
C. diphtheriae mpennojaraeT omnpeaeaeHne OTININIA
HCIOJIb30BaHHBIX 00pPa3llOB CHIBOPOTKM KPOBU IIO
COJepPKaHMIO B HUX (haKTOPOB BPOKACHHOTO U aari-
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Puc. 2. [TokaszaTeau MHBa3UU IUIAHKTOHHBIX M OMOILICHOYHBIX KYJIbTYp ITaMMoB C. diphtheriae mpu Bo3aAeiCTBUM 00pa3LIOB
CBIBOPOTKM KPOBU PA3IMYHBIX KOHTUHTEHTOB oOciienoBaHHbIX. (a) — C. diphtheriae gravis tox+ (nupKynupymotuii); (0) —
C. diphtheriae gravis tox+ Ne 665; (B) — C. diphtheriae ¢ “mon4aium” 10x-reHOM; 10 OCU OPAMHAT — YPOBEHb aJre3MBHOM aK-
tuBHocTH (KOE/Mi); o ocu abeimce — KOHTUHTEHT obcenoBaHHbIX (BH — 6akrepronocurenu; AT — nudrepus poToriaor-
ku Tokcmueckasi; J1JI — nudrepus porornorku nrokanuzoBaHHasi; [1 — nmpusuteie; HI1 — HenmpuBuThie). YcioBHBIE 0003HA-
YeHMSI: — — MOoKa3aTeJI aare3nuy UCCIIeTOBaHHBIX KYJIBTYP, HE MOIBEPTIINXCS BO3IEUCTBUIO 0OPA3IIOB CBIBOPOTKU KPOBU
o0cenoBaHHbIX (KOHTPOJIb); ¥ — CTaTUCTUYECKasi 3HAUUMOCTb OTanuuii (p < 0.05) 1o cpaBHEHUIO C KOHTPOJIEM.
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Taomuua 1. ConepkaHue (haKTOPOB BPOXKIEHHOTO U aallITUBHOTO MMMYHUTETa B 00pa3iiax ChIBOPOTKU KPOBU pa3iny-

HbIX KOHTMHIE€HTOB 00C/IeJOBaHHbBIX

[TapameTpbl cpaBHEHM s
KoHTHHTeHT 06Cie1oBaHHBIX C3-/C4-KOMTIOHEHTEI TakrodeppuH, AHTHTENA IporuBomudrepuiinsbie |[IpoTnBoandTepuiinbe
CHCTEMbI KOMILICMEHTA, /1 Hr /vt K JakToeppuHy, | aHTHOAaKTepUaIbHbIE AHTUTOKCUYECKUE
’ ME/mn anturena, ME/mn anturena (CI'T)
BakTeproHocuTe 0.95/0.31 1000.0 £ 0.2 <10 0.0023 + 0.0001 1:316.2
(234.4—426.5)
JudTepust poTOrJIOTKH TOKCUIecKast 1.53/0.38 760.3+0.1 <10 0.031 £ 0.002 1:20.8
(19.9-21.87)
JudTepust poTOrJIOTKY JTOKATU30BaHHAS 1.26/0.35 754.2 £0.1 <10 0.013 £0.001 1:47.9
(42.67—53.70)
[puBuTeIe 1.03/0.23 800.4 £ 0.1 <10 0.011 £ 0.002 1:181.9
(154.54-229.08)
Henpusutsie 1.32/0.30 750.7 £ 0.1 <10 0.006 £ 0.001 <1:10

TUBHOTO MMMyHUTeTa. [1pu onpeneneHun GakTopoB
BpPOXXIEHHOro MMMyHUTeTa (Tabi. 1) oOHapyKWIH,
yro conepxanue C3-/C4-KOMOOHEHTOB KOMILIE-
MEHTa BO BCeX UCCeA0BaHHBIX 00pa3iiaX CbIBOPOTKU
KPOBHY HaxoIWJIOCh B Ipelesiax HOPMbl U HE NMEJIO
HUKaKWUX OTJIMYWI BHE 3aBUCUMOCTU OT KOHTUHTEH-
Ta o0cJienoBaHHBIX. I1pu onpeaeseHU ypoBHS JlaK-
TobepprHa YCTAaHOBUJIU, YTO MAKCUMAJILHOE eT0 KO-
mmyecTBo (p < 0.05) oOHapyXeHO B 00pa3liax CHIBO-
potku OakTtepuoHocuteneir (1000 + 0.2 Hr/mi).
AHTHTENA K TaKTOGEeppUHY HE OOHAPYKEHBI HU B OJ-
HOM U3 UCCJIEAOBAHHbBIX 00Pa31I0B CHIBOPOTKY KPOBHU.
Ipu ompeneneHun (HakTOPOB ANANITUBHOTO MMMY-
HUTETa YCTAHOBJIEHO, UYTO COAepKaHUe MPOTUBOAU(D-
TEPUITHBIX aHTUOAKTEPUATbHBIX AaHTUTE]T MUHUMAJIBHO
(p £0.05) B 0Opa3ax CHIBOPOTKU KPOBU 0AKTEPUOHO-
cUTeNeil M HENPUBUTBHIX MPOTUBOAUDTEPUINHBIMU
npernapatamu. ConepxxaHue MpoOTUBOAUPTEPUITHBIX
AHTUTOKCUYECKUX aHTUTEJ B 0Opa3liax ChIBOPOTKMU
KpPOBU OakTepuUOHOCUTENeil (CpemHsisi reoMeTpuye-
ckas BenmuurHa TutpoB aHtuTesl CI'T — 1:316.2) makcu-
MaibHO (p < 0.05), mo cpaBHEHUIO C IPYTUMU KOH-
TUHTeHTaMU OOCJI€AOBaHHBIX, B TOM UMCJIE U C TIPU-
puteiMu AKJIC- um AJC-M-npemapatamu. Ilpm
3TOM B 00pasiiax CbIBOPOTKU KPOBU OOJIBHBIX TU(TE-
pMell POTOTJIOTKM TOKCUYECKON YpOBEHb aHTUTOK-
cuna (CI'T — 1:20.8) 6b11 Hmke (p < 0.05), yem y
OOJILHBIX TUPTEPUE POTOIIOTKU JOKAJTIN30BaHHOMN
(CI'T — 1:47.9).

CrhenyomuM 3TarnoM paboThbl CTajlo U3ydyeHUe
BJIMSIHUSI YKa3aHHBIX (DaKTOPOB BPOXIEHHOTO U
aJanTUBHOIO UMMYHUTETA Ha aAre3uBHbIC CBOIICTBA
mramMMoB C. diphtheriae. 1711 3TOTO MCIIOJb30BaIA
KOMMepUecKHe Tpenaparbl KOMIUIEMEHTa, JaKTO-
¢depprHa M aHTUTOKCUHA IUArHOCTUYECKOTO nudTe-
pUITHOTO.

IIpu onpeneneHUM BIUSHUS TIperiapaTa KOMILIE-
MeHTa (1LIeJIbHOTO) Ha TUIAHKTOHHBIC KYJBTYPhI MC-
clienoBaHHBIX IITaMMOB C. diphtheriae 0OHapYKWIN,
YTO UX aATre3WBHBIC CBOMCTBA BO BCEX CITydastX JOCTO-
BepHO (p < 0.05) moHwxkanucek. [1pu onleHKe Bo3neii-
CTBUS Ha anre3MBHBIE CBOMCTBA MCCIIETOBaHHBIX
mramMMoB C. diphtheriae mpenapata akTodepprHa B
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no3e 270 MKr/MJI, COOTBETCTBYIOLLEl ero HOpMaJlb-
HOMY COAEPKaHUIO B CLIBOPOTKE KPOBU JIIOeii, ObLIa
oOHapyXeHa IIoJHas OJioKama aare3aMBHOCTH Kak
IUIAaHKTOHHBIX, TaK U OMOIIJICHOYHBIX KYJIBTYp BCEX
HCCJIENOBAaHHBIX IITaAMMOB KopuHebakTepuii. Ilpu
ompedcsIeHU BIWUSHUS TIperrapata aHTHUTOKCHHA
JIMarHOCTUYECKOTO TU(PTEPUITHOTO B KOHLIEHTPALIMU
5 ME/Mn Ha anre3uBHBIE CBOMCTBA TOKCHUI€HHBIX
mramMMoB C. diphtheriae HUKaKOro U3MEeHEHUSI are-
3UBHOCTU HE OOHAPYKEHO HU Y OJHOIO U3 MCCJIEIO-
BaHHBIX IIITAMMOB KOPUHEOAKTEPUIA.

[1pu npoBeneHuM 31eKTpodope3a B IOJIMAKPUI-
aMUIIHOM TeJjI€ B IEHATYyPUPYIOIINX YCIOBUAX (puUc. 3)
HccieqoBaHHbIe 00pa3Ilbl CHIBOPOTKU KPOBU CpaB-
HUBAIX C MOJIEKYJISIPHBIMM MacCaMM CTaHIapTHBIX
oenkos B nuarma3zone ot 10 go 170 k1a. O6Hapy:XKeHO,
4yTO B 30HE 26—43 1 72—170 kJla UHTEHCUBHOCTH O€JI-
KOBBIX IISITEH HanboJiee BEIpaXkeHa B 00pa31ax ChIBO-
POTKM KPOBU 0AKTEPMOHOCUTEJIEH MO CPaBHEHUIO C
JIPYrIMU KOHTUHTeHTaMu 00cIeIOBaHHbIX.
B nnanazone 20—10000 [Ia orpenessiiin CBIBOPOTOY-
HbI€ OEJIKM C TIOMOIIIBIO MaCC-CIIEKTPOMETPHUIECKOTO
Mmetona (MALDI-TOF MS). IlocienoBaTeabHOCTh
6emkoB Ha 97—100% cooTBeTcTBOBaNIa pehepeHCHOI.
KiractepHbIit aHanm3 MccaeqOBaHHBIX 00Pa3OB ChIBO-
POTKM KpOBHU IToKazai cieaytomiee (puc. 4). IlepByio
arjaoMepaluio o0pa3oBal KJIacTep, COCTOSIIWI U3
nokazareiieif S1 — CBIBOpoTKa KPOBU OOJBHBIX THU(-
Tepreil POTOIJIOTKU TOKCUYECKOH U S2 — ChIBOPOTKA
KpOBU OOJIbHBIX OU(MTEpUCA POTOITIOTKU JIOKAI30-
BaHHOI1. K nTaHHOMY KJ1acTepy Ha BTOPOM I11are KjiacTe-
pU3aLMY IPUCOSTVMHUIICS TToKazaTeb S4 — ChIBOPOTKA
kpoBu puBUTEIX AKIC- nu AIIC-M-nipenapatamu, Ha
TpEeTheM — IToKa3aTesib S3 — CHIBOPOTKAa KPOBU OaK-
TepuoHocuTeneii. Ha mociemnHem 1are Kjiactepusa-
LY TIPUCOSIMHIIICS II0KAa3aTellb S5 — ChIBOPOTKA KpPO-
BU 3m0poBbIX, He TpuBUTEIX AKIIC- 1 AJIC-M-nperma-
patamu. Ilpu mneHTHGUKALIUU OEJIKOB CHIBOPOTKU
KpOBHU 00CJIeIOBAHHBIX KOHTUHT€HTOB OOHAPYXKEHO,
YTO B 00pas3nax ChIBOPOTKHA KPOBU OAKTEPUOHOCUTE-
Jieit 6oJiee IMPOKO MpeacTaBIeH CIEKTP ChIBOPOTOY -
HBIX 0€JIKOB, 00JIaIaloIINX CIIOCOOHOCTBIO MHTUOM-
poBats antonto3 (Humanin-like protein) 1 cBsI3bIBaTh
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Puc. 3. DnektpodopeTnueckoe ncciegaoBaHue B MOJIMAKPUIAMUIHOM rejie B IeHATYPUPYIOLIMX YCIOBUSIX 0OpPa3lioB ChIBOPOT-
KU KpoBU (pa3BeneHue | : 3) pa3nuuHbIX KOHTUHTEHTOB o0cienoBaHHbIX (1 — audTepust poTOrIoTKU ToKcudeckasi; 2 — nud-
Tepust POTOIVIOTKM JIOKaJIM30BaHHast; 3 — 6akrteproHocuresn; 4 — npuButble AKC- u AIIC-M-npenaparamu; 5 — HENIpUBU-
thie AKJIC- u AIC-M-nipenapatamu; 6 — cTaHIAPTHBIE OEJIKH).

Tsikesible MeTasiibl (Metallothionein), B ToM uucie u
KeJe30.

2019_07_12-S5

OBCYXJIEHUE 2019 07_12-S3

INMonmagas B opraHusM, BO30OYIWTEIb OUMDTEPUN
CTaJIKMBaETCS ¢ BO3ACUCTBUEM (DAKTOPOB BPOXKIECH-
HOTO M aJallTUBHOTO UMMYHHTETA, KOTOPbIE OKa3bI-
BaIOT OIpeNeIeHHOE BIUSTHUE HAa CIIOCOOHOCTh KO-
pUHEeOaKTepUil MPUKPETUISTHCS K SIUTEIUATBHBIM
KJIeTKaM. B CBSI3M ¢ 3TUM TpeCcTaBIISIIO UHTEPEC 1C-
cJieoBaTh BO3AEMCTBUE 0OPa31I0OB CBIBOPOTKU KPOBU 2019_07_12-81
pa3IMYHBIX KOHTUHTEHTOB OOCJIEMOBAaHHbBIX, COIEP-

KallluX 3TH (DaKTOPbI, Ha aAre3UBHbIC I MTHBA3WBHbIC , , , ,

2019_07_12-S4

2019_07_12-S2

[ ]

cBoiicTBa mitamMmMoB C. diphtheriae. T1pu BozneiicTBUU 400 300 200 100 0
00pas3oB CBIBOPOTKH KPOBU OAKTEpPUOHOCHUTEIICH Ha

nponyuupymolne TokcuH mrammel C. diphtheriae an- Puc. 4. JleHIporpamMma Macc-CIIEKTPOMETPHUECKOTO
I'e3uBHaAgd AKTUBHOCTH UX INNIAHKTOHHBIX KyJ'[])Typ aHaJIn3a 06pa3I_IOB CBIBOPOTKM KPOBU pPa3JIMYHBIX KOH-
yBeauuuBaiack (p = 0.05) B 1.3—2 pasa, a 6uoruie- zgllgflﬁzgﬁ ;?Cgezﬂomﬂfgé (i}q—fﬁgﬁﬁl pg(T)?(I;JJIl?/ITe.If)H
HO:IHHX — noHmxkanace (p 20.05). B 1o e Bpemst 1oz BaHHas; S3 — 6aKTIelpI/IOHI())CI/ITEJ'[I/I; S4 — mnpuBUTEIE
JIeJICTBEM O0OpPa3lOB ChIBOPOTKU KPOBH 0AKTEpHO- AKJIC- u AJC-M-niperapatamit; S5 — HeTpHBUTHIE
Hocuteneit Ha mtamm C. diphtheriae, He IPOIYLIUPY- AKJC- u AJIC-M-npenapaTtamn).
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IO TOKCWH, HO HECYIIM T'€H TOKCUT€HHOCTH,
HaOJIIogalIn CHIDKeHMe aare3uBHOCTH (p = 0.05) kak
ero IJJAHKTOHHOM, TaK M OMOIJICHOYHBIX KYJBTYD.
DTO CBUAETEILCTBYET O TOM, 4YTO OIIPEACICHHYIO
pOJIb B TIOBBIIIICHUHN aAre3UBHOII aKTUBHOCTU KOPH-
HeOaKTepuii UTpaeT BblIeIsIEMblii UMY TOKCUH. B opra-
HU3Me 0aKTEepHMOHOCHUTEIICH, MMEIOIINX MOBBIIIICHHBIN
YPOBEHb aHTUTOKCUYECKNX AaHTUTE]I B CBIBOPOTKE KPO-
BU, Beiaeasiemblit C. diphtheriae TOKCUH 3(PEKTUBHO
HEUTpaIM3yeTCs] aHTUTOKCHUYECKUMM aHTUTeJIaMU
Ha KJIETOYHOI ITOBEPXHOCTU B MECTE BXOIHEIX BOPOT
UH(EKLUU, B pe3yJibTaTe Yero MOBPEXKIACHUS SITUTe-
st He mpoucxoauT (KBetHas u np., 2000). O6pa3zy-
IOIINICSI UMMYHHBIN KOMILJIEKC TOKCHMH—AHTUTOK-
CUH MOIM(DUIMPYET KIECTOYHYIO TIOBEPXHOCTb U CO-
30aeT OJIarOINPUSTHBIE YCIOBUS IJisl aare3uud u
KoJIOHM3auuu audrepuiiHoi maaodku. IIpoTuBo-
IndTepuiiHble aHTUTOKCUYECKUE aHTUTeJIa OJTOKM-
poBaTh aAre3MHBI KOPUHEOAKTEpUIA HE MOTYT, UTO M 00-
HApPY>KEHO IIPU MCCIENOBAHUU M Vitro BO3NEUCTBUS
AHTUTOKCHHA Ha aAre3UBHBIC CBOMCTBA INIAHKTOHHBIX
1 OMOIIJIEHOYHBIX KYJBTYp KOpMHeOaKTepuit. Ypo-
BeHb aHTUOAKTEePUAIbHBIX aHTUTE], HAIIPaBICHHBIX
IIPOTUB IIOBEPXHOCTHBIX CTPYKTYP KOPUHEOAKTESPUIA,
y 0aKTepHOHOCUTEC HU30K, MTO3TOMY aAre3uHBI y
C. diphtheriae cBOOGOIHBI 1 (POPMUPYIOT OMOILICHKY.
DTO moATBepXAaeT TOT (PaKT, YTO MEKMHUKPOOHBII
MaTpUKC TUPTEPUITHON OMOIUIEHKU UMEET MpeuMy-
IECTBEHHO OeNIKOByIO Ipupony (XapceeBa U Ip.,
2013) u, 1o Bceit BUOIMMOCTU, C(pOpMUPOBaH aAre3u-
HaMU. 3a Tipefesibl OUOIIJICHKM BbIASISIETCSI MEHb-
Imee KOJIMYEeCTBO TOKCUHA, 3(P(PEKTUBHO OJIOKMPYIO-
IIErocss aHTUTOKCUYECKMMU aHTUTEJIaMHM, a TakKe
JIakTO(heppUHOM, coaepkaHUe KOTOPOIro Y HOCHUTE-
Jseii Boie (p = 0.05), Mo cpaBHEHUIO ¢ 00JIbHBIMU Ma-
HudecTupoBaHHOI (popmoii nudTepun. B cBoro oue-
pelb U3BECTHO, YTO aHTUMUKPOOHBIC MENTUIBl MO-
YT BBICTYIIaThb B POJIM adbIOBAaHTOB, CTUMYJIMPYS
amanTUBHBIN MMMYHHBIM orBer (YeGoTaps um Imp.,
2020), B TOM 4MCJie U BBIPAOOTKY aHTUTOKCUYECKUX
antutel. U3ommpoBaHHO in vitro 1akTodeppuH 0~
HOCTBIO OJOKMpOBAJl aare3vio IUIAHKTOHHBIX U
ouoreHoYHbIX KyabTyp C. diphtheriae. OnHaKo u3-
BECTHO, YTO MOBBIIIIEHHBIN YypOBEHb JaKTO(heppruHa
MOXET CTHUMYJMPOBAaTh KOMILIEMEHT-3aBUCUMOE
dopMupoBaHUE OWOIIIEHKN, a OOpa30BaBIIUICS
BCJIEACTBUE 3TOT0 MEXKMUKPOOHBIN MaTPUKC YCTOM -
YMB K IPpSIMOMY Bo3aeicTBHIO JakTodheppuHa (Kan-
war et al., 2015).

M3meHeHus moka3aTelieii ”HBa3UBHOM aKTUBHO-
CTU uccienoBaHHbIX 1TaMMoB C. diphtheriae 1ion
BO3IEHCTBHIEM 00pa3LIOB CHIBOPOTKM KPOBU OaKTEPHO-
HOCHUTEJIE MMENIM B LISJIOM TaKHe Xe 3aKOHOMEPHOCTH.
DTO yKa3bIBaeT Ha CYIIECTBYIOIIYIO B3aMOCBSI3b ajre-
3UBHOCTM M MHBA3WBHOCTU BO30OyIuUTEIST TUMTESPUH,
YTO OOBSICHSETCS OOIIHOCTbIO HOBEPXHOCTHBIX
ctpyktyp (DIP0733, DIP1281), oTBeyaroimmx 3a 3TU
MIPOLIECCHI.
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ITon Bo3neiicTBUEM 0Opa3llOB CHIBOPOTKU KPOBU
0O0JIBHBIX MaHU(PECTUPOBAHHBIMU (DopMaMu audTe-
pun HaGmomanu Hambojee BeIpaxkeHHoe (p < 0.05)
CHUXXEHUE aAre3MBHON M MHBA3WBHON aKTMBHOCTU
KaK TJIaHKTOHHBIX, TaK U OMOIJIEHOYHBIX KYJbTYP
ucciaeaoBaHHbIX ITaMMoB C. diphtheriae, 10 cpaBHe-
HUIO ¢ 00pa3LiaMU CbIBOPOTKU APYTUX KOHTUHTEHTOB
00ce10BaHHBIX. DTO MOXHO OOBSICHUTH HAJIMYMEM
aHTUOAKTEepUAIbHBIX aHTUTEN, OJIOKMPYIOLIUX TIO-
BEPXHOCTHBIE CTPYKTYpPbl KOpUHEOAKTEepUit, 00yCIOB-
JIMBAIOLLIMX aAre3vio M MHpasuio. OgHako B oOpaslax
CBIBOPOTKM KPOBU MPUBUTHIX MPOTUBOAUGDTEPUIAHBI-
MM TIperapataMy YpOBEHb aHTUOAKTepUAIbHBIX aHTU-
T€J HE OTJIMYAJICS OT TAKOBOTO y OOJIbHBIX JIOKAIU30-
BaHHOM M TOKCUYECKOi (hopmamu nudrepuun porTo-
[JIOTKM, HO  CHWXKEHHUS  aAre3uBHBIX  CBOKCTB
IUTAHKTOHHBIX 1 120-4aCcOBBIX OMOIICHOYHBIX KYJIBTYP
MPOAYLUPYIOIIMX TOKCUH mTaMMoB C. diphtheriae He
HaGmonanu. B To e BpeMsi aHaJIOrMYHbIE pe3yibTa-
Thl OOHAPYXXEHBI U TIPU UCCIIeNOBAaHUU BO3eCTBUS
Ha aAre3uBHOCTh U MHBa3UBHOCTD 1ITaMMOB C. diph-
theriae oOpa3llOB CHLIBOPOTKM KPOBU HETIPUBUTHIX,
coJiepKallliX OTHOCUTEILHO HU3KUI YPOBEHb aHTU-
OakTepualbHbIX aHTUTEN. OTINYMS B BO3ACUCTBUU
00pasloB CHIBOPOTKU PAa3IMYHBIX KOHTUHTEHTOB 00-
CJIeIOBAaHHBIX Ha aare3uBHOCTh M WHBA3MBHOCTH
mraMMoB C. diphtheriae MOTYT OBITh CBSI3aHbI C HATM-
YKMEM B HUX HE TOJbKO aHTUOAKTEPUATBbHBIX AaHTUTE
" JakTodpepprHa, HO M MHBIX 0eJKOB. OO0 3TOM CBHU-
JIeTeJIbCTBOBAJIM JaHHbIE IEHIPOTPaMMBbl, IJie BUITHO,
YTO HAaUOOJIBIIUM CPOJCTBOM IO Macc-CNeKTpy 6e-
KOB 00s1a1a11 00pa3libl CIBOPOTKM KPOBU OOJILHBIX
MaHU(peCTUPOBaHHBIMU (hbopMaMu TUMTEPUU U TIPU-
BUTBIX NPOTUBOAUMTEpUITHEIMUY TIpertapataMu. O0-
paslibl CHIBOPOTKM KPOBU OAKTEPUOHOCUTENIEN U He-
npuButhix AKJIC- m AJIC-M-npemaparamMu Cylie-
CTBEHHO OTJIMYAJIMCh OT HUX. MOXHO TIPENNOIOXUTD,
YTO pa3IMYHbINA MacC-CMEKTP OEJIKOBBIX CYOCTaHIIUM,
coJiepKallluxcsl B o0pa3lax CbIBOPOTKU KPOBU YKa-
3aHHBIX KOHTUHTEHTOB OOCJIEIOBAaHHBIX, CBSI3aH C
pPa3IUYHBIM XapaKTepOM HX BO3IACKHCTBUS Ha aire-
3UBHBbIE cBolicTBa ITaMMoB C. diphtheriae. Tak, B 00-
pasliax CBIBOPOTKM KPOBM OaKTEpPMOHOCHUTENIEH 0O-
Jiee IIMPOKO, 10 CPAaBHEHUIO C IPYTUMU KOHTUHTEH-
TaMU 0OCJIeIOBAaHHBIX, MPEACTABIEH CHEKTP OEJIKOB
Humanin-like protein, SIBISTIOIIMXCST MOIIIHBIM WH-
TMOUTOPOM aronTo3a M CIIOCOOHBIX TpU BO3neii-
CTBUM Ha MUTOXOHIPUHW YBEIUYUBATHb BBHIPAOOTKY
AT®, yT0 1 00YCIOBIMBAET BbDKMBAHNE KIIETOK B
CTpeccoBbIX ycioBusx. [Tomumo atoro, y 6aKkrepuo-
HocuTesell, KaKk U y 300POBBIX MPUBUTBIX U HEMPU-
BUTBIX MPOTUBOANGTEPUNHBIMU MperapaTaMmu, -
pe crexTp u Metallothionein, mo cpaBHeHUIO ¢ 00JIb-
HbIMU MaHU(peCTUPOBAaHHBIMU (hopMaMU TUGDTEPUN.
OTU OeJIKM CBS3BIBAIOT TSIXKEJbIE METaJlIbl, B TOM
qucIie, XeJle30 U LIMHK, YTWIM3UPYS UX B OpraHu3Me.
M3BecTHO, UTO ynepXxaHue Xejie3a B YeJOBEUECKUX
KJIETKaX — OIMH W3 BaXXHEWUIIMX MEXaHU3MOB 3alllu-
Thl XO351MHAa, UCMOJIb3YyeMbIi JJI1 MpeAOTBpAIlEHUS
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pocra 6akrepuii (Rosa et al., 2017; Peng et al., 2018;
Ibraim et al., 2019; Sharma et al., 2019). B cBoro oue-
penb BO30yauTENIb OU(MPTEPUN B YCIOBUSIX HU3KOIO
coliep>KaHMs 3Kejie3a B CBOOOJHOM COCTOSIHUM B Op-
raHM3Me pa3MHOXaeTcs MeHee MHTEHCUBHO, TIPOUC-
XOIOUT aKTUBAlMs aAre3MBHOrO amiiapara KOpUHE-
GaKkTepuii U yCUIIUBAeTCs OMOILUIEHKOOOpa3OBaHUE.
C. diphtheriae HauMHAIOT BBIAEISITh TOKCUH, KOTO-
phIii 3aepKMBAEeTCS MATPUKCOM OMOIIJICHKH, a BB -
ISl 32 ee TIpelelibl, OJIOKUPYETCS aHTUTOKCUYECKUMU
aHTuTeNIaMu U JakrtodeppuHoM. IlepeumncieHHBIE
0COOECHHOCTH OEJIKOBOTO CIIEKTPa ChIBOPOTKH KPOBU
GaKTepUOHOCUTENIEH CIIOCOOCTBYIOT, IMO-BUIUMOMY,
aKTUBAlLlMM AaJre3MBHOTO allnapara KopuHeOaKTe-
puii, OMOIUIEHKOOOPa30BaHUIO U JIMTEILHON IIep-
CUCTEHIIU B OPraHU3ME.

SAKJTIOYEHUE

ITon BosmeiicTBMeM (aKTOPOB BPOXICHHOIO M
aJarTUBHOIO UMMYHMUTETa Y OaKTepUOHOCUTEJIe Ha
¢oHe HHM3KOro CcolIepxKaHus aHTHUOAKTECPpHAIbHBIX
aHTUTEJI, BRICOKOI'O YPOBHSI aHTUTOKCUYECKUX aHTH-
Tea U JakTodeppuHa, a TakxKe 0oJiee IIUPOKOIro
CIIEKTpa CEIBOPOTOUYHBIX OEJIKOB, 00JIagaroIIX CIIO-
COOHOCTBIO MHTMOMPOBATh allONTO3 1 CBI3bIBATh TSI-
>KeJible METaJlJIbl, B TOM YMCJIe U XKeJe30, aare3uB-
HocTb C. diphtheriae IOBBIIIIAETCS, YTO IIPEAPACIIO-
jaraeT K GopMHUPOBAHUIO OMOIIJIEHKH, ITOHIKESHUIO
BBIICJCHUSI TOKCUHA 3a ee Tpeaesbl M, Kak clel-
CTBUE, IJINTEIIbHOM MEPCUCTCHIIMU B OpraHu3Me.

OUNHAHCHUPOBAHUME

HMccnenoBaHusi BHITTOJHSUIMCh B paMKax JBYXCTOPOH-
Hero JOoroBopa O COTpyaHuYecTBe PocToBcKoro rocymap-
CTBEHHOT0 MEIUIIMHCKOTO YHUBEpcUTeTa ¢ POCTOBCKMM-
Ha-JIoHy TPOTUBOYYMHBIM MHCTUTYTOM PocrnorpeGHan30-
pa (moroop Ne 18177 ot 01.03.2015 r.). JlIoroBop 0 COBMECT-
HOIl Hay4yHO-MCCJIeNOBaTeIbCKOil paboTe — 0e3BO3Me3I-
HBIN, He TIpeanonaraeT GUHaAHCUPOBAHMSI.

KOH®JIMKT MHTEPECOB

ABTODBI 3asIBJISTIOT 00 OTCYTCTBMHM KOH(MJIMKTOB MHTE-
pecoB.

COBJIIOAEHWUE OTUYECKNX CTAHIAPTOB

Hacrosiias ctatbsl He COIEPKUT KaKUX-JIMOO MCClie-
IIOBaHMW C y9aCTHEM JIIOJIeii ¥ SKUBOTHBIX B KQUeCTBE 00b-
€KTOB U3Y4YEeHMUSI.
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The aim of this work is to determine the role of factors of innate and adaptive immunity in the formation of
bacterial carriers of toxigenic strains of C. diphtheriae. It was found that under the influence of the blood se-
rum of the bacterial carriers, the adhesive activity of planktonic cultures of toxigenic strains of C. diphtheriae
gravis tox+ increased by 1.5—2 times (p < 0.05). Exposure to blood serum of patients with manifest forms of
diphtheria contributes to a sharp (82-fold) decrease in their adhesiveness (p <0.05). Bacterial carriers, against
the background of a low content of antibacterial antibodies, a high level of antitoxic antibodies and lactofer-
rin, as well as a wider range of serum proteins capable of inhibiting apoptosis (Humanin-like protein) and
binding heavy metals (Metallothionein), including iron, the adhesiveness of toxigenic C. diphtheriae strains
are increasing. Blood serum samples from patients with manifest forms of diphtheria and those vaccinated
with anti-diphtheria drugs have the highest affinity for the mass spectrum of proteins, while samples of bac-
terial carriers and unvaccinated DTP- and ADS-M drugs differ significantly from them. These features of the
influence of factors of innate and adaptive immunity of bacterial carriers predispose to the formation of a bio-
film, a decrease in the release of toxin beyond its limits and, as a consequence, a prolonged persistence of the
pathogen in the body.
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CoBpeMeHHasl 3BOJIIOLIMOHHASI OMOJIOTHSI Pa3BUTUSI BKJIIOYAET B CBOl MHCTPYMEHTApUil MOJIEKY/ISIPHYIO
dunoreHuIo, n3ydeHue Mopdoaoruu u MmopdoreHesa, reHeTUKy ¥ FTeHOMUKY. DBOIIOLMIO LIBETKA YIOOHO
U3y4aThb Ha TIPUMePE BHICOKOIIOJIMMOPGHOM IPYIINbI, 0XapaKTepU30BAaHHOM € TTO3ULINIA COBPEMEHHO CH-
CTeMaTUKU U MOJIEKYJISIpHOI OMooruM pa3Butus. Takoil IpyIimoii sasisieTcs cemeiictBo boooBrix (Legu-
minosae), JeMOHCTPUpPYIOIee UCKIIUYUTEIbHOE pa3HOOOpa3re B CTpOCHMHM LBeTKa. MCXOmHBIN TuIaH
CTPOEHMSI LIBETKA B CEMeilcTBe — 3UTOMOPMHBIN, MSITUKPYTOBOM, C MATUWICHHBIMU OKOJIOIBETHUKOM U
aHApoLEeeM, C OMHOWICHHBIM TUHeleeM. OMHAKO B pa3HbIX 9BOJIOLMOHHBIX IMHUSX HE3aBUCUMO BO3HU-
KaloT aKTMHOMOPMHBIN OKOJIOLBETHUK, Pa3IMUHbIe BAPUAHTHI PEAYKIIMU I MOJMMEPU3alluu aHIpOLIes],
MHOTOWIEHHBII TMHeleit. OTMeuaeTcst Ype3BblYaiiHO BEICOKUI ypOBEHb roMoria3uu. [Tomrmo aBoonm-
OHHOI TEHIEHLMHU K CTAOWIM3allMM CTPYKTYPHI 1LIBETKAa, HEOTHOKpPATHO (GOpMUpYETCsl CBOeOOpa3HbIi
CUHIIDOM HECTaOMJILHOCTH, CBSI3aHHBII ¢ aKTUHOMOPGhHON CUMMMETpHeil 1 XapaKTepU3yIOIIuiics Bapra-
OeJIbHBIMM YU CJIOM U TTOJIOXXEHUEM OPTaHOB 1IBETKA.

Karouesoie croea: akTuHoMOpUsl, TOMOILIA3usl, 3MTOMOpPGhUsI, MEPHOCTD 1IBETKA, MOJIMMepU3alusl, peayK-
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BBEAEHUME

DBOJIOLIMOHHBIN yCHeX IMMOKPHITOCEMEHHBIX pac-
TEHU B 3HAUYUTEJIbHOM CTEIIEHU CBSI3aH C Pa3HOO0-
pa3reM YHUKaJBHOM IJIsl 3TOTO OTAEIA CTPYKTYPhI —
IIBETKA, agallTUPOBAHHOIO K Pa3IMYHBIM CIIOCO0aM
onbuteHus. HaunmHasg co BTOpoil MojaoBUHBI XX B.
dopMupyeTcs IIIOAOTBOPHEIN CMHTE3 CUCTEMATUKH,
BOOPY>KEHHOIM HOBBIMU TIOAXOJAaMMU, KJIACCUUECKOM
Mopdo0run U TeHETUKM pa3BUTHs. Bo3HuKIee Ha-
MpaBJIeHUEe MCCIIETOBAaHUI MOMYYMIO Ha3BaHUE 3BO-
JTIIOLIMOHHOM OMOJIOTNY pa3BUTHUS — evo-devo. Pe3yib-
TaTOM CTajl0 MOHMMAaHWE MEXaHU3MOB, JIEXKaIllUX B
OCHOBE 3BOJIIOLIMOHHBIX COOBITUIL. AOCTpaKTHBIE
GOPMYJIMPOBKH BUIA “TIPOM3OIIIA PEIYKIIMS’ CMe-
HUJIO TOYHOE 3HAHMUE TOTO, KaKie TeHbl OTBETCTBEH-
HEI 3a T€ WIN UHbIe MOP(MOIOTNYECKIE U3MEHEHUS U
KakK JaBHO 3TU U3MEHEHUS ITpon3onuin. TouyHee ObLUIOo
OBI CKa3aTh, YTO MOSIBWJIMCH METOIUYECKHIE BO3MOXK-
HOCTH JJIs1 JOCTVKEHUS TIOOOHBIX 3aKITIOYCHUIA.

B m3ydeHUM 5BONIOLIMY IIBETKA TIEPBBIM I1aTr OBLT
cIeaH MPHU UCCIIeTOBAaHUY MOJIETEHBIX OObEKTOB — B
OCHOBHOM, Arabidopsis thaliana (Brassicaceae) u
Antirrhinum majus (Plantaginaceae). IlomyyeHHEIE
CBEIEHUSI Al BO3MOXHOCTb WIESHTUMDUIINPOBATH
TeHbI, CBSI3aHHBIC C peryJsiueit MopdoreHesa 1BeT-
Ka, y TIpeAcTaBUTeNeit Apyrux ceMeiict. B ux umcie
OBbUTO M YPE3BBIYAITHO MHTEPECHOE C TOYKU 3PEHUS
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pa3zHooOpasusi U IBOIIOLIMU LIBETKA, TPEThE IO BEJIU-
YUHE CPenM TMOKPBITOCEMEHHBIX ceMeicTBo Bbob6o-
BbIx (Leguminosae).

boGoBBIe SABIISTIOTCST PEKOPICMEHOM IO YMCIY
OKYJIbTypeHHbIX mnpencraButeieil (Harlan, 1992).
HMmenHo kK BoOOOBBIM OTHOCHUTCS CTapeuInmii MoO-
JIeTbHBIN 00BEKT TEHETUKH — TOPOX ITOCEeBHOM Pisum
sativum L., 1 uMmeHHO BoOoOBEIe B HacTOsIIIee BpeMs
YOEPKUBAIOT PEKOP, MO YKUCILY IIOTyYeHHBIX IOJTHO-
TeHOMHBIX mMoclienoBaTeiabHOCcTeit (Bauchet et al.,
2019). DT 0COOEHHOCTU OTKPBIBAIOT BO3MOXHOCTh
JIETaJIbHOTO M3Y4YCHUSI TEHETUYECKON peTyJsiuu
dopanbsHOTO MOpdoreHe3a y IpeacTaBuTeIe TaH-
HOTO CEMENCTBA.

OO01MpHa JuTepaTypa, NOCBSILEHHAs Pa3BUTUIO
nBeTka y boooBbeix. Cpeay MMOHEPOB B 3TOI 001aCcTU
yMecTtHO ynomssHyTh mMsa Inpam Takep, KoTopas
nocBsiTuia JiopabHOMY MopdoreHe3y Leguminosae
UK ITyomkanmii ¢ cepenuHbl 1980-x (Tucker, 1984,
1989a,b) mo nauana 2000-x rr. 3T pabOTHI BOIIUIA B
pE30HAaHC C TIePeCMOTPOM CUCTeMBbl ceMeiicTBa.
OcTaeTcs TOJBKO YOMBISITHCS, KAK MHOTO IPUHIIM-
MMAaJIbHO BaXKHBIX ACIIEKTOB, KacalolIuxcs Mopdo-
JIOruy LIBETKOB BOOOBEIX, OBIJIO 3aTPOHYTO B ITUX
CTaThSIX.

Kpome Toro, mociaegHue OecATUIIETUSI CUCTEMAa-
TKa BoOOBEIX OBIIIa TPEIMETOM aKTUBHOTO M3yYe-
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HUSI C IPUBJICUCHEM COBPEMEHHBIX MOJIEKY/ISIPHO-TE-
HETMYECKUX IToaxonoB. OoHUM M3 Haubojiee 3HAYU-
TEJIbHBIX WMTOTOB CTajla OOHOBJICHHAs cHUCTeMa
ceMelicTBa, BKIIIOUAOIAs HE TPM, a IIECTh IIOACE-
meiictB (LPWG, 2017). UMeHHO 3TOit cucTeMe Mbl U
OyaeM cJiedoBaTh B JaJbHEMIIEM, a IIOTOMY IIepeYnC-
mmM  noncemerictBa: Caesalpinioideae (148 pomos),
Cercidoideae (12 pomoB), Detarioideae (84 pomna),
Dialioideae (17 pogoB), Duparquetioideae (1 pon) u
Papilionoideae (503 pona). Ilo cpaBHeHMIO C Tpamm-
HMoHHOM Ki1accudukauueit (SIkosnes, 1991), Cae-
salpinioideae pasmenmiInch Ha HECKOJBKO IOICE-
MelcTB MeHbIero oorema, Ho Caesalpinioideae s.s.
BKJIIOUIJIM OBIBILIEE TToceMeicTBO Mimosoideae.

CoBpeMeHHBIE METOIbI aHaJIM3a FTeHOMa 1 TPaHC-
KPUIITOMa MO3BOJISIIOT OTOWTU OT KOHLEMUMU MO-
JIeJIbHOrO 00beKTa. Tak, akTUBHBIE MCCIIEIOBAHNS B 00-
JactTi (pWIOTEHOMUKM ToncemeiictBa Detarioideae —
9K30TUYECKUX PACTCHUIA, MaJIo U3BECTHBIX EBPOIICii-
CK1M MopdoioraMm, — 3a KOPOTKOE BpeMsI IOABEIU K
BO3MOXXHOCTH MCIOJIb30BaHMsI 3TOM IPyINbI B Kaue-
CTBE MOJIEJIbHOM KJIaAbl B 9BOIIOLIMOHHON MOPdOJIO-
run bo6oBoix (Ojeda et al., 2019).

IIpu mombITKEe 00630pa AOCTYITHOI JIUTEPATYPHI,
MOCBSIIIeHHOM 1IBeTKaM boOOBEIX, OOHapyXKMBaeTcH,
YTO pa3IMYHbIE aCIEKThI OCBEIIEHBI B HEPAaBHOI CTe-
neHu. Mopdoaorust uBeTKa OOJIBIIMHCTBA IIPeICcTa-
BUTEJICH omMcaHa JOCTATOYHO IETAJIbHO IS COIIO-
craByieHus (110 KpaliHeit Mepe, B hopMaTe BUIOBBIX U
poIoBBIX ArarHo3oB). Hamporus, xom MopdgoreHe3a
IOKYMEHTUPOBAH IJI CYLIECTBEHHO MEHBILET0 YNC-
Jla pOIOB — BKJIIOYAIOILIMX, BIIPOYEM, OOJIBIINHCTBO
Y3JI0BBIX TAKCOHOB, BaXXHbIX IS IOHUMAaHUS Pa3HO-
0o0pa3us B OCHOBHBIX Kjamax. 'eHeTudueckas u pu-
3U0JIOrMYecKast peryiasuus MopdoreHesa oxapakre-
pU30BaHa JIMIIIb B HEKOTOPBIX aCIIEKTaX U U3ydyeHa B
OCHOBHOM Ha y3KOM KpyI¢ MOJEIbHBIX OOBEKTOB.

B nanvHeiiieM 13 coobpaxkeHni KOHCIEKTUBHO-
CTH MBI, KaK IIPaBUJIO, HE CTAHEM IIPUBOIUTD CChLIKH
Ha pabOoThI, OIMMChIBAIOLINE MOP(POIOTUIO LIBETKOB, U
OrpaHMYNMCS JIUIIb ITyOIUKAIUSIMU, IIOCBSIIIEHHBI-
MU MOP@dOTeHe3y U €r0 PeTyJIsILIUH.

T'oBopst 00 3BoOJIIOLIMKM LIBETKA, MBI OTIaeM cebe
OTYET B TOM, YTO HEBO3MOXKHO PaCCMOTPETH BCE BO3-
MOXKHBIE artoMOp(dUM TaKCOHOB HEBLICOKOI'O paHTa
(HampuMep TpUO WIM POIOB), XOTS MX IOSBIICHUE,
0e3yCJIOBHO, MOAMNAanaeT Mo IMOHSITUE 3BOJIOLIMOH-
HoM nctopun. Tak, BOBHUKHOBEHUE PAa3JIMYHBIX TH-
OB CTPOEHUS CTOJOMKA WJIM OIYIICHMS YalleuyKu
OCTaHeTCs 3a MpedesiaMyu HacTosiiero oo3opa. Ha-
IIPOTUB, IPEAMETOM PACCMOTPEHUSI CTAHYT CIydau,
KOTIa HapyIIalTCs CUMILIE3MOMOP(MHbBIE IPU3HAKH,
MNPUCYILIIYE UHTYUTUBHO MOHUMAEMOMY TUIIMYHOMY
uBeTky boOoBpix. IlepeuncimMm MX: LIBETOK 3UTO-
MOpGHBIiT, KPyTOBOE PACIIOJIOXEHUE OPTAaHOB, MSITH-
YICHHBI OKOJIOUBETHUK, MATUYJIEHHBIUM aHOpOLEH
B ABYX Kpyrax, OMHOWICHHBI ruHelneit. UHbpIMU clto-
BaM1, OCHOBHOE BHUMaHME padOThI yIEJIEHO He TIPO-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 1

neccy nuddepeHIIMPOBKHU, a COOBITUSIM 3aJT0XKCHUS
CTPYKTyp LiBeTKa Leguminosae.

YAIIIEYKA

Y Bcex boOOBBIX KpyT Yallle IMCTUKOB 3aKJIadbIBa-
eTCs TIEPBBIM M, BEPOSITHO, OIpEIEsieT TEOMETPHIO
BCETO 1IBETKa, IMOCKOJBKY OpraHbl BCeX KPYyroB Mpa-
BUJILHO (32 UCKJIIOYEHMEM CIy4acB, UHTEPIIPETUPYE-
MBIX KaK PEIYKIINSI OTHOTO MIN HECKOJIBKUX KPYTOB,
Hanpumep Ceratonia, Caesalpinioideae) yepenyroTcst
Ipyr ¢ gpyrom. Peub, pa3dymeeTcs, MaeT O LIBETKAX C
KPYTOBBIM PAacCITOJIOXKEHUEM OPraHoOB, a TUHEIEH Co-
CTaBJIsIeT UCKJIIOUYEHME TTOYTU BCeraa.

OnmHuM 13 HanboJee BasKHBIX COOBITHI B MOp(dO-
reHe3e 1iBeTKa bOOOBBIX MOXHO CUMTAaTh Pa3METKY
MeIMaHHOTrO (JIeXalllero Ha abakcuajabHO-agaKCHallb-
HOM OCHM CHMMMETPHUM) JallleJnCcThuKa. B 1momasisiro-
11IeM OOJIBIIMHCTBE CJIy4aeB MeIMaHHBIM YallleJIMCTUK
nMeeT abaKCHUaIbHOE IIOJIOXKEHUE, YTO OIIpeIeisieT
aJaKCUaJIbHOE TMOJIOXEHME MEIMaHHOIO JICMEeCTKa.
DTOT JIENEeCTOK UMEEeT OCOObIe CBOMCTBA — B 3UTO-
MOpPGHOM LIBETKE OTIMYACTCSI OT OCTAJIbHBIX JICTICCT-
KOB U 4YaIlle BCETO COXPaHSETCS MPpU YaCTUIHOM pe-
NYKIIMU BEHYMKA.

OmHaKo eCTh HECKOJBhKO MCKITIOYESHUM. XOPOIIIo
U3BECTHO, YTO B aJaKCHUAJIbHOM MOJOXEHUU 3aya-
CTYIO, HO HE BCerna, 3aKjagblBaeTCs MeIMaHHbIIA Ya-
IIEJIMCTUK y TIPSICTABUTENCH OBIBIIETO ITOACEMEN -
ctBa Mimosoideae. YBepeHHO MNOAOOHOE MOXHO
YTBEPKIATh TOJIBKO O Mimosoids ¢ MATUWIEHHOM! Ya-
IIEYKOM, OMTHAKO M B TAKMUX LIBETKAX MEAUAHHBINA Ya-
LIEJIMCTUK MOXET 3aKJaablBaThbCsl MO-pa3HOMY, Ha-
npumep y Inga 3TOT Mokaszarejb U3BMEHUUB HA MEX- U
BHyTpUBHIOBOM ypoBHe (Paulino et al., 2017). bosee
BEPHO, YTO B BTOMI IpyIIie BO3MOXHO aJaKCUaIbHOE
MOJI0KEeHNE MeIMaHHOTO YameaucTuka. CXOOHBIN 1
CTOJIb K€ TUIACTUYHBIM MOp¢OreHe3 Jalleyku OITv-
caH y Gleditsia (Tucker, 1991), Ceratonia, Erythro-
phleum (Tucker, 1992). ConocrtaBiaeHre MopdoaoTu-
YeCKMX 1 (PUIOT€HETUYECKUX JaHHBIX IMOKA3bIBAET,
YTO TaKoOe MOJIOXKEHUE MeAUaHHOro YalleJIMCTHKA
MIpUCYIIE LeIOoi Kilaae 1Ie3aIbIIMHIUEBbIX C aKTUHO-
MOpGhHBIMHA LIBETKAaMU, B KOTOPYIO BXOOUT B Kaue-
CTBe CyOKJIaabl ObIBIIIEE MoAceMeiicTBO MUMO30BBIX
(De Barros et al., 2017). O0paiaet Ha ceOsT BHUMA-
HUE BBICOKAs BapMaOeIbHOCTh B Pa3BUTHM IIBETKA,
Kacallulasicsi He TOJIbKO TOJIOXEHUS MeAUaHHOTO
YJalleJIMcTKa, HO U MEPHOCTHM, pa3Mepa OpraHoB,
1oJjia 3peJIoTo LIBETKA U aXKe OPUEHTAIIMM 111Ba ILJIO-
nmoymmctuka (Tucker, 1992).

C yyeToM 0c000ro 3HaYeHUSI UMEHHO agaKCHallb-
HOTO JIeTIeCTKa B 3MrTOMOP(GHOM BEHYUKE CTAHOBUTCS
MOHSITHBIM, YTO aJaKCHUAJIbHOE ITOJIOXKEHUE MeIUaH-
HOTO YallleJrCTUKa HECOBMECTUMO C 3UroMopduent y
bob6osbix. Ilo KpaitHeil Mepe, Takoe coYeTaHUE
(oObruHOE, HampuMep, Wit Violaceae wiu Geraniaceae)
y Leguminosae Hem3BecTHO. He oueBMIHO, Kakoe
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cOObITHE OBUIO MEPBUYHBIM — HEOOBIYHOE 3aJI0XKe-
HUE YalleJIMCTUKAa Wi (HOPMUPOBAHUE AKTUHO-
MopdHOTO OKoJoBeTHHKAa. OmIHAaKO B oOcyXmae-
MOM CEMEICTBE 3TH YepPThl COCTABJISIOT CUHIPOM,
BKJIIOYAIOLINI TaKKe MHbIE YePThl HECTAOWILHOCTH:
BapuaGeIbHYI0O MEPHOCTb M HEYCTOMYHMBOE TTOJIOXKE-
Hue mBa ogoiuctuka (Tucker, 1991, 1992).

CorrocraBieHre JaHHBIX O MOP(OJIOTUHU OKOJIO-
LIBETHUKA C (PUITOTreHUEN TOKPHITOCEMEHHBIX ITOKa3hI-
BacT, YTO 3BOJIIOLIMOHHO MCXONHBIM B IISITUYJICHHOM
LBETKEe OBUIO aIaKCHAJIbHOE ITOJIOXKEHNE MEIMAaHHOTO
yameauctTuka. CMeHa TeoMeTpUHU MPOUCXOauIa B 9BO-
oy He3aBucuMo okoJio 30 pa3 (Bukhari et al., 2017).
AbakcuaabHOe ITOJIOXKEHNE MEIUAaHHOTO YaIlleINCTH -
Ka B nmopsiake Fabales ssBisieTcss cuHanmomMopdueii st
Leguminosae n HexapakTepHO IUISI OCTaJbHBIX Ce-
meiicTB (Bello et al., 2012). BepositHO, B monceMelicTBe
Caesalpinioideaec mpou3zolnia peBepcusi K aHIIe-
CTPaJIbHOMY ITOJIOXKEHUIO MEINAHHOTO YallleJIMCTUKA.
Bo3MoxXHO, MMeIn MECTO Iaxke IBa COOBITHSI PEBEp-
CHMU: TpyIlNa poAoB, B KOTopyto BxoasaT Ceratonia n
Gleditsia, OTHOCUTCSI K CaMBIM PaHO OTACIUBIINMCS
ot obmero crBosia Caesalpinioideae maHMsSIM, a OBIBIITIIE
Mimosoideae — K IpOABUHYTHIM LIE3THITMHUEBBIM.

YV HekoTopbIx 0a3abHBIX Papilionoideae (Swartzia,
Bocoa, Candolleodendron, Cordyla) dalieyka 3penoro
IIBETKAa IPEICTABIISIET COOOM TTOJTHOCTHIO 3aMKHYTHIN
MMOKPOB, B KOTOPOM HEBO3MOXKHO Pa3JIMYUTh OTAC/Ib-
HEIC YallleTUCTUKU. [1pu 3aliBeTaHNM TaKas Yaledka
pa3phIBacTCs. 3aJI0KEHME TaKOM YallleYKH IIPOMCX0-
IUT B BUAE Tpex (WX OOJbIIEro 4yucia) JIonacTei,
KOTOpPBIE MHOTAA MHTEPIPETUPYIOT KaK OTAE/IbHbIC Ya-
memuctuku (Tucker, 2003a). ¥ Hekoropbix Swartzia,
BIOPOYEM, OITMCAHO TPUBBIYHOE 3aJIOKEHUE IISITU
MIPUMOPANEB, MPEANOI0XKUTEIILHO COOTBETCTBYIO-
mux vamenuctukaM (Tucker, 2003a). MHorna poct
Yyalleyku IMIPOUCXOIUT KOJIblieoOpa3Ho, 0e3 popMu-
pOBaHMUS pa3IMYMMEBIX JIOIIAcTeil, IpUYeM pa3HbIe
BapMaHTBI MOTYT COYETAThCS Y OJHOTO 1 TOTO K€ BU-
Ja Uiu gaxe B ogHoM coulBeTuM (Sinjushin, 2018).
DTu HAOMIOAEHUSI MOABOMST K 3aK/IIOUECHUIO O TOM,
YTO TPM JOMACTH, C KOTOPBHIX HAYMHAETCS Pa3BUTHE
yallleyKy y 3TUX pacTeHUM, IPeACTaBISIOT cO00it He
MPUMOPINK YallleIUCTUKOB, a, CKOpee, CKIIaIKU
eIMHOI KOJIbIIe0OOpa3HO MEpUCTEMBI. TaKast MHTep-
rpeTanus u30aBisieT OT HEU30eKHOTO 3aTPyIHECHUS
OTHOCUTEIBHO IIPUPOABLI TPEXWICHHON 4YalleyKu B
KJIame, B KOTOPOd y MHOTMX POIOB IIBETOK IISITH-
YJICHHBIM.

Y mHorux Detarioideae nBa agakcuajabHBIX Yallle-
JIMCTUKA 3aKJIaAbIBalOTCS B BUJIE OTAEIbHBIX IIpU-
MOpIMEB, HO CpacTaloTCs Ha pPaHHUX CTamusIX, 4TO
MPOU3BOIUT B 3pEJIOM LIBETKE BII€YATICHUE YEeThbI-
pex4yieHHo yanreyky. [Ipoune yacTu 1iBeTKa ocra-
IOTCS TITUWIEHHBIMU. B 3TOM TmoacemelicTBe M3-
BECTHBI POJBI U C IIsAThIO yameauctukamu (Tucker,
2002a, 2003b). ¥V HeckonbKux pogoB TpuOHEl Loteae
(Papilionoideae) 3tu Xe JalIeIUCTUKM 3aKIaabIBa-
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IOTCS B BUJIE €IMHCTBEHHOTO MPUMOPIUS, KOTOPBIIA
3aTeM pacramaeTcss Ha aBe 4yactu (Sokoloff et al.,
2007). Hakonel, nBa agakCHUaJbHbIX YaIlleJINCTUKA,
MOSIBJISISICH HE3aBUCUMO, CPACTAIOTCS TTpU 00pa3oBa-
HUU ABYryOoit yaiedyku (Hampumep Aeschynomene,
Papilionoideae).

BEHYHMK

Camag 3aMeTHasl 4acTh 1IBeTKa, BEHUYMK, OoJjiee
BCET0 BHOCHUT BKJIaJ B CYOBEKTUBHYIO OLIEHKY TOTIO,
HACKOJIBKO TUITMYEH [[BETOK Y TOTO WJIM UHOTO TIpe.I-
craBuTest boOOBBIX.

M3BecTHBI MHOTOYMCICHHbIE TIIpuMepbl bobo-
BBIX, UMEIOLINX paguaibHO CUMMETPUYHBIN (aKTU-
HoMopdHBIiT) BeHYuK. McToprueck akTuHOMOpP®-
HOMY BeHUYMKY y BoOOBBIX 3ayacTyio IpuaaBaid
0OJIpIIIOE 3HAYEHME MpH (PUIOT€HETUYSCKUX II0-
crpoeHusiXx. C MpuMeHEHEM MOJIEKYJISIPHOI CUCTE-
MaTUKU MHOTYE TaAKCOHBI, BhIACIIsSIEMBIE I10 TIPU3HA-
KaM CMMMETPHMHU IIBETKA, ITOJYYMJIA HOBBIM CTaTycC.
Taxk, 0s11M IepeopMUpPOBAHBI TPUOBI Swartzieae u
Sophoreae. HeomnpaBmaHHBIM OKa3ajiCsl POIOBOI
CTaTyC HEKOTOPBIX MOP(POIOrNUECKM OTIMIAIOIINX~
cs1 TaKCOHOB: Hanpumep, Etaballia sBnsgeTcss ogHUM
n3 BunoB Prerocarpus (Klitgard et al., 2013). Boo61e,
OBLIO OOHApPYXE€HO MHOXKECTBO CJIy4aeB, KOTIA BbI-
nensieMasi o MOJIEKYISIpHbIM JaHHBIM IpyIira BeCb-
Ma pa3sHOpPOJHA MO MOPQPOJOTUYECKUM ITpU3HAKAM
(IToBbigwm u ap., 2014; Cardoso et al., 2012a,b). ITo-
JIOOHBIE COMOCTABJICHUS B cUICTeMe BOOOBEBIX, IPYIIITBI
C Upe3BbIYaTHO Pa3HOOOPa3HBIMU LIBETKAMU, YKA3bI-
BalOT, C OMHOI CTOPOHBI, HA LIECHHOCTh MOJIEKYJISIP-
HBIX METOIOB B (DMJIOTEHUM, a C APYroii — Ha BO3-
MOXKHOCTb HEOXUTaHHO BLICOKOTO YPOBHSI TOMOIIJIa-
3uu (Pennington et al., 2000; Fougere-Danezan et al.,
2010).

I'eHeTnueckast peryiasiuusi GopMUpOBaHUS 3UTO-
MOp¢HOro BeHUYMKa JOCTATOYHO JeTajJbHO M3ydeHa
Ha MOJEJbHBIX 00beKTax — Antirrhinum (Plantagina-
ceae), Lotus, Pisum (Papilionoideac). OcHOBHyIO
pOJIb B OIpeAe/ieHN CUMMETPUU UTPAIOT TeHEI ce-
meiictea TCP. MUx mponyKTel — OEJIKM ¢ MOTHMBOM
cniupaiib—neTias—cnupanb (D HLH), oTBeTCTBEHHBIM
3a B3aumoneiicteue ¢ JHK wm mexny Oenkamu
(Martin-Trillo, Cubas, 2010). MopdoreHeTU4eCKy0o
pPOJIb 3TUX OEJIKOB BUISIT B MOAAaBICHUY Mpoaundepa-
LI KJIETOK 3a CYET YCKOPEHMS UX mepexona K aud-
depenmpoBke. K aToMy ceMeMCTBY OTHOCSITCS TeHBI
CYC (CYCLOIDEA) v DICH (DICHOTOMA) nbBuU-
Horo 3eBa (Luo et al., 1999). O6a reHa akcnpeccupy-
IOTCS B afaKCHUaIbHOM YacTu (hJIOPATBHOTO IIPUMOP-
IIUST; Y MyTaAaHTOB ¢yc TIPOUCXOIUT pacilivupeHue Mpo-
rpaMMbl pa3BUTHUsI a0aKCHUaIbHBIX JIEIECTKOB Ha
JIaTepaJibHbIE JIETIECTKN — BEHTpaIm3anus. Y IBOi-
HBIX MYTaHTOB cyc dich TbBUHOTO 3€Ba BEHTPAIU3a-
LUSI OCTUTACT Mpeeiia: BCE JISTIECTKY BBITIISIAAT KaK
abaKcHaJIbHBIC, X YUCIIO OOBITHO YBEJIMYEHO JIO IIIe-
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CTHU, BMECTO CTAMHUHOINS (hOPMUPYETCS TTOJTHOLIEH-
Has TeiyuHKa (Luo et al., 1999).

C momeHTa naeHTudukanuu reios CYCu DICH
OBLIO YCTAaHOBJIEHO, YTO CXOMHbIE TEHBI OMPEACISIOT
3UTOMOP(HYI0O CUMMETPUIO Y MHOXECTBA IPYTUX MO~
KPBITOCEMEHHBIX U OOBIYHO BKCIIPECCUPYIOTCI B
amakcuajgpbHoi vactu uBeTtka (Preston, Hileman,
2009). I'enHombl BoGOBBIX comepxaT MO HECKOJbKO
opronoroB reHa CYC, mpencTaBIsIOIINX pe3yIbTaT
KaK MUHUMYM ofgHoOM npeBHen nyruimkaimu (Citerne
et al., 2003). Ponb 3TuX reHOB B MOp(d oreHe3e IBETKA
neTtanbHO uszydeHay Pisum u Lotus (Wang et al., 2008;
Xu et al., 2013; He et al., 2020). ¥ ropoxa u3BecTHBI
peleccuBHbIE MyTallMK, BIUSIONIE HA CUMMETPUIO
BeHYUKa. Y MyTaHTOB keeled wings (reH K coorBeT-
ctByeT PsCYC3) nenecTku-Becia nuddepeHInpyoT-
Csl KaK 2JIEMEHTHI JIomouku. djar MyTaHToB lobed
standard 1 (ren LSTI coorBeTcTBYeT PsCYCZ2) pa3Bu-
BAaeTCS C CUMMETPUYHBIMU BBIpE3KaMHM Ha KpasiX.
Y mytanTtoB symmetric petals 1 (ren SYPI xomupyet
TPaHCKPUTILIMOHHBIA (PaKTOp, HE CXOIHBINA C IPO-
nyktoMm CYC) Bce JIeNecTKA CTAaHOBSITCS CUMMETPUY -
HBbIMU OTHOCUTEJILHO CPENMHHOM XWIKU. Takum obpa-
30M, 1 Y bob6oBbeIx CYC-110M00HBIEC TeHBI YIaCTBYIOT B
oIpeneJeHUY CUMMETPUU 1IBeTKa. VX poJib B 3BOJIIO-
1IMM ObLIa MpOAEeMOHCTpUpOBaHa Ha npumepe Cadia
(Papilionoideae). TakcoHoMHYecKOe IIOJIOXEHUE
BTOTO polia JABHO BBI3BIBAJIO 3aTPYAHEHUS: YEPThI,
TPaAMLIMOHHO WMHTEPIIpeTUpyeMble KakK IMPOIABUHY-
Thl€, COUETAIOTCS y HETO C aKTUHOMOP(MHBIM 1IBET-
KOM, HO 110 MOJIEKYJIIpHBIM JaHHBIM Cadia BXOOUT B
JIOCTaTOYHO MPOABUHYTYIO Kjady core genistoids
(Cardoso et al., 2012b). bmxaiiiiimM poaCcTBEHHU-
koM Cadia oxkazaicsa pon Calpurnia ¢ TUTIMYHO MO-
ThUJIBKOBBIM BEHUYMKOM. BbLI0 yCTaHOBJIEHO, YTO pa-
IuvanbHasi cuMMeTpus BeHuuka y Cadia cBs3aHa € 9K-
TOMUYECKOM OSKCIpEeccCueil OIHOro M3 OPTOJIOrOB
CYC B nmpuMopausix BCeX JIETIECTKOB, a HE TOJbKO
agakcuanpHoro Jjernectka (Citerne et al., 2006).
MHbIMU clI0BaMM, HETaBHSISI TOMEO3UCHAsT MyTallUs
MPUBOAUT K TOMY, YTO BCe JienecTKU auddepeHim-
pyloTcsl Kak ¢yaru 1M 11BETOK CTAHOBUTCSI aKTMHO-
MOp(MHBIM. AHOMaJIbHbIE (DOPMBI C JOpcajiu3aluen
BCEX JIENECTKOB M3BECTHHI U Y APyrux BUaoB bobo-
BhIX (Sinjushin et al., 2015).

CoBepllleHHO MHOM citydait orucaH y Etaballia —
MOHOTUITHOTO poaa (UM BUa B cocTaBe Pterocarpus)
(Klitgard et al., 2013) ¢ akTHHOMOP(HBIM IIBETKOM B
GUIOTeHETUYECKOM OKPYXXEHUM TAaKCOHOB C MO-
TBUIbKOBBIM BEHUYMKOM. Y3KHUEe, CUMMETPUYHbBIC, HE
pa3zaesieHHbIE Ha HOTOTOK U oTrub Jjienectku Etaballia
HE CXOOHBbI C HOTOTKOBBIMU JIEMECTKAMM ITPOYUX
Pterocarpus n, cliefoBaTeJIbHO, HE MOTYT OBITh PE3yJIb-
TaTOM romMeo3uca. Drmaepma JienectkoB Etaballia co-
CTOUT U3 MEJIKUX KJIETOK, PACITOJIOKEHHBIX JJTMHHbBI-
MU IIPOKCUMO-IUCTaJbHBIMU HermoukaMu (Sinjushin,
2019). BeposiTHee Bcero, y 3TOro pacTeHu1sI BO3HUKJIA
MyTalysl, MPEIMSTCTBYIOIIAsl ACJACHUIO KIIETOK Jie-
MECTKOB B JlaTepaJibHOM HANpaBJICHUU U MPUBOISI-
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IIast K Pa3BUTHUIO Y3KUX OOUHAKOBBIX JIETIECTKOB BO
BceX nojoxeHusix. CXxoaHble MyTallMi ONTMCAaHBI, Ha-
npumep, y Rhododendron, Ericaceae (Tasaki et al.,
2012). 'omeo3uc, BIIpoYeM, MOXET OBITh IPUIMHOMN
akTUHOMOpdUU y Apyrux ponoB Pterocarpus clade
(Sinjushin, 2019).

I[IpuBeneHHBIE pUMEPHI M aHAIU3 (QUIOTeHUU
bo6oseix (LPWG, 2017) yoexnaloT B TOM, YTO 3UTO-
MopdHasi CHMMETPUSI 1IBETKa SIBJISIETCSI CUMILIE3UO-
Mopdueii cemeiicTBa. BeposiTHee Bcero, oHa yCTaHO-
BWJIACh €IMHOXKIbI, HO BO3MOXHBI PA3IMUYHbBIEC ITyTU
€¢ HapyllIeHMsI, KOTOpbIe B pa3HbIX IOACEeMeNCTBaX
peaIn30BBIBAIICH HEOTHOKPATHO, IIOPOXKAasi TAKCO-
HOMUYECKHME Kypbe3bl. B IepcrnekTtuBe, IO Mepe
n3y4yeHus Mop¢oreHesa 1IBeTKa U ero peryJsiiuu, 0y-
JIyT OTKPBITHI HOBBIE MEXaHU3MEI IIepexoia OT 3Ur0o-
MopdHOIT K akTmHOMOp(dHOiIT cuMmMmeTprnn. MoXHO
MPEINOJI0XNUTh MHOXECTBO MOJTOOHBIX MEXaHU3MOB.
Hampumep, y Vicia sativa 6610 YCTAaHOBIIEHO CYIIlE-
cTBOBaHue 462 reHOB, cneuPUIECKU SKCIIPECCUPY-
IOIIMXCS B alaKCUATbHOM JIETIECTKE U TTPEATTOIOXKM -
TEJIbHO HAaXOMSIINXCS MOA KOHTPOJIEM IBYX OPTOJIO-
roB CYC (Liu et al., 2013).

TunmmaHO MOTBUTBKOBEIM BEeHUMK MHOTHX Papil-
ionoideae cOCTOUT U3 TpeX TUITOB JierecTKoB. O01Iei
st nopsinka Fabales 0cOGeHHOCTBIO SIBJISTIOTCS CBO-
oonnbie nernectku (Bello et al., 2012), HO y MHOTHX
Papilionoideae abakcuajbHBIE€ JIETIECTKU TTOCTTEHU-
TaJILHO CPacTaloTCs B JIOJOYKY U TeM WA UHBIM 00-
pPa3oM COEIMHEHHI C JaTepadbHBIMU. B psime ciyyaen
JlaTepajbHble U abaKcHUaJbHbIE JEMEeCTKU WMEIOT
MIPaKTUYECKN OOWHAKOBOE CTpOeHHEe (HESICHO MO-
TBUIBKOBBIN BEeHUYMK). Benuk cob1a3H cuuTarh, 4TO y
Papilionoideae sBostoliMs BeHYMKa IUIa IO IYTHU
YCIIOXKHEHHUSI OT HESICHO MOTBUILKOBOTO K MCTUHHO
MOTBUIBKOBOMY. OTHAKO ONMUCAHHBIA BHIIIE IIPUMED
MYTaHTOB keeled wings ropoxa MOKa3bIBaeT, 4YTO yIO-
JI00JIEHNE JIaTepaJibHBIX JICIIECTKOB a0aKCHaJIbHBIM
MOXET IIPOMCXOIUTh OYEHBb JErKo. Y IpeACcTaBUTE-
Jeit TpuObl Amorpheae MOCTYJIMPOBAHO BTOPUYHOE
yIIpollleHe BeHYMKa, 3aBepllaroleecsl IMOJTHOM pe-
IYKIWEH JaTepajbHbIX M a0aKCHUAJIbHBIX JIETIECTKOB Y
HEKOTOpPbIX poaoB (McMahon, Hufford, 2005). Y He-
KOTOPBIX BUIOB Lotus mporpamma auddepeHIUpOB-
KM JIaTepaIbHBIX JIETIECTKOB PacIpOCTpaHSIeTCsS Ha
ajakcualibHble M abaKcHaIbHBIE JIETIECTKU, YTO MPU-
BOIUT K Pa3BUTHUIO BEHUYMKA, IPUCIOCOOJIEHHOIO K
opautodunum (Ojeda et al., 2017). dDiaar-kamoiioH,
XapaKTEepHBIN UISI MHOTUX caloBbIX dopM Lathyrus
odoratus (Papilionoideae), sSBiIsgeTCs pe3yIbTaTOM
IepeHoca IIporpaMMbl pa3BUTHS JIaTEPAIbHBIX JIe-
TIECTKOB Ha iar, BbI3BaHHOro myranueit B CYC-1o-
nmoonoM rese (Woollacott, Cronk, 2018).

OTU U Apyrue npuMmepsl yoexnaloT B TOM, 4TO
CUMMETpHS BeHYNKa U TuddepeHIInpOBKa pa3and-
HBIX TUIIOB JIETIECTKOB BeChbMa IUIaCTUYHBI. Jlaxke B
npeaenax OJHOTO MOACEMENCTBA ITepeXoabl OT BEH-
YMKa C IByMsI BUIAMH JIETIECTKOB K BEHUYUKY C TPEMSI
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BUIAMU JIETIECTKOB WJIM MOJTHOCTBIO aKTMHOMOpPGd-
HOMy mnpoucxomunau HeogHokpaTHo (Ojeda et al.,
2019). Cucrema cemeiicta (LPWG, 2017) yka3biBaer,
CKOpee, Ha TO, YTO UCXOIHBIM COCTOSTHUEM SIBJISICTCS
3uroMopdusi, yrpadeHHasi BTOPUYHO y HEKOTOPBIX
pOIOB B KaxIOM ItoacemeicTBe. st OOJbIIMHCTBA
Caesalpinioideae B MXx COBpeMEHHOM OOBEME CBOM-
CTBEHHBI aKTUHOMOpP(HBIC LIBETKU. MOTBUILKOBbI
WJINA CXOIHBIII ¢ HUM BEHYMK HeXapaKTepeH TOJILKO
st Detarioideae u Duparquetioideae (LPWG, 2017).
Vxe B padote (Tucker, 2002b) yka3aHo, uto y Cercis
(Cercidoideae) u Papilionoideae cxonHast MmopdoJo-
I'Ysl BEHYNKA €CTh pe3yJIbTaT KOHBEPTeHIINH.

PaznmmaHple yacT BEeHYMKA MOTYT PeayLIMPOBaThCS.
Bo MHoOTrUX Citydasix coxpaHsieTCsl TOJIbKO afaKCcHalb-
HEI1 JIeniecToK: Amburana, Bocoa, Swartzia p.p. (6a-
3anpHble Papilionoideae), Amorpha (IpooBUHYTHIE
Papilionoideae), Aphanocalyx, Monopetalanthus (De-
tarioideae). M3penka nBa abaKcHaJIbHBIX JIEIECTKA
CUJIBHO HEAOPA3BUTHI IT0 CPABHEHMIO C OCTaJIbHBIMMU:
Hymenaea, Neochevalierodendron (Detarioideae).
3HAYNTEILHO YMEHbIIIEHEI JIaTepajlbHbIC JISIEeCTKU Y
Onobrychis p.p. (Papilionoideae). BcTtpeuatorcs 6e3-
JIETIECTHBIE LBETKU: Swartzia p.p., Cordyla (6a3anb-
Hbele Papilionoideae), Ceratonia (Caesalpinioideae),
Colophospermum, Crudia, Saraca (Detarioideae), Di-
alium (Dialioideae).

OO0paileHne K OHTONeHeTUYSCKUM JaHHBIM ITOKa-
3bIBAET, YTO CXOAHOE KOHEYHOE COCTOSIHUE, HAalpu-
MEp OTCYTCTBUE JIETIECTKOB, 00YCJIOBJIEHO HEOAUHA-
KOBOM cteneHbio peaykuuu. Eciu y Cordyla, Ge3ne-
MeCcTHBIX Swartzia n Dialium HeT HUKaKMX IIPU3HAKOB
3aJloKeHus1 HenocTawomux JermectkoB  (Tucker,
2003a; Zimmerman et al., 2013; Sinjushin, 2018), To y
Crudia n Amburana npyuMoOpIUN YEThIpEX WIN MSITUA
JIETIECTKOB  (pOpPMUPYIOTCS, HO HE€ pa3BUBAIOTCS
(Tucker, 2001; Leite et al., 2015). MHoroa coxpaHsi-
1orcst (Copaifera, Detarioideae) mim u3penka pa3Bu-
Batotcs (Ceratonia) pynuMeHThl denectkoB (Tucker,
1992; Pedersoli et al., 2010).

TpaguLIMOHHO I OMMCAHUSI pa3HbIX CTEICHEM
peOyKIUY MCIOJb3YIOT ITOHSITHS abopTa M abjacta
(Yy0, 2010; Schmitz, 1872). B nepBoM ciydae pa3Bu-
THE HAaYMHAETCsI, HO OpTraH He JOCTUTAeT TUITMYHBIX
pa3MepoB U CTPOCHMUSI; IO TUIUIHLIMU MBI ITIOHU-
MaeM COITOCTaBUMBIC C IPYTUMU OpTaHaMH TOTO K€
Tuna (HarmpuMep NpoYrMHM JIETIECTKAMU ) WJIU C TAaKU -
MU K€ OpraHaM# Y pOACTBEHHBIX TAKCOHOB. AOiacT
MpearnoaraeT, YTO HeT HUKAKUX IIPU3HAKOB 3a7103Ke-
HUSI U Pa3BUTHUS, HO B CXOAHOM ITOJIOXKEHUU Y POJI-
CTBEHHBIX TAKCOHOB OpraH ecTbh. I mmore3a o Halu-
YUy abJIaCTUPOBAHHOI'O OpraHa MOXET IOoTpebo-
BaTbCsl, YTOOBI OOBSICHUTH OCOOCHHOCTU CTPOCHMUS
BCeil CUCTeMBl — HallpuMep IPOTUBOJIEXKaHUE Opra-
HOB IIBE€TKA B CJIy4yae, KOTIa B IIBETKaX POJICTBEHHBIX
TaKCOHOB OOBIYHO YepemoBaHue. AOOPTUPOBAHHBIN
OpraH MOXeT HOCTUIraTh 3HAYMTEJILHBIX Pa3MepOB.
B caygae TEIAMHOK, HanmpuMep, K adOpTy MBI OTHO-

YCITEXY COBPEMEHHOM BUOJIOTUH

cuM (popMUpoOBaHEe cTaMUHOIMEB. TakM oOpas3om,
B BEHUMKE TaKKe BO3MOXKHBI SIBJICHHUSI abopTa 1 ab-
JlacTa, KOTOpPBIC 3a4acTyl0 IIPUBOASIT K CXOTHOMY
CTpoeHHI0 c(hOPMUPOBAHHOTO 1IBETKA, HO, BEPOSIT-
HO, TIOCTUTAIOTCS 32 CUYET pa3HBIX MEXaHU3MOB.

AHIPOLEN

Annporneit mpencraBasieT co0Ooif HamboJiee W3-
MEHYMBYIO 4acTh 1IBeTKa BOOOBBIX KaK B 3BOIIOLIU-
OHHOM, TaK UM B OHTOreHeTnueckKoMm cMmbicie (Pren-
ner, 2013; Sinjushin, Karasyova, 2017). CumMIuie3uno-
Mopdueii BoOOBBIX SBISIOTCS OECSITh THIYMHOK B
nByx kpyrax (Bello et al., 2012), HO 3a4acTyio 3TOT
IUIaH IIpeTepreBaeT N3MEHEHMSI.

Hepenku cnydau peayKuMu 4acTU TBIYMMHOK. XOTSI
CTeNeHb 3TOI peAyKIIMM HEOIWHAKOBa B Pa3HbBIX
rpynmnax boOoBbIX, MOXHO BBIIECJIUTDH IBA OCHOBHBIX
raTTepHa, CBSI3AHHBIX C MOJOXEHUSIMU PEayLMpO-
BaHHbBIX OpraHoB (puc. 1).

1. Penykmms TBIMMHOK OTHOTO MJIM 000X KPYTOB
B ajakcHuajbHOM yacTtu 1iBeTKa. Y Abrus (Papilionoideae)
OTCYTCTBYIOT KaKWe-JIMOO TPU3HAKM 3aKJIagKU ThI-
YMHKU BHYTPEHHETO Kpyra, IIPOTUBOJICKAIIEH amaK-
CHAJILHOMY JIETIeCTKY, — BEKCWUISpHasl TbIYMHKA
(Prenner, 2013). Y Castanospermum (0a3ajJbHbIC
Papilionoideae), Amherstia, Brownea (Detarioideae)
9Ta Xe TBIYMHKA OCTaeTCs Helnopa3BUTOi. Y Arachis
(Papilionoideae) BekcuIsIpHasE THIYMHKA U CMEX-
HbIe C Hell OMHa—IBEe THIMMHKU HApy>KHOTO Kpyra
CTepUJIbHBI, MpeBpallleHbl B cCTaMUHOAUU. BeposiT-
HO, K 3TOM KaTeTOPUM MOKHO OTHECTH TTpeBpaIleHIe
TEeX XK€ TPeX alaKCUATbHBIX THIYMHOK B JIETIECTKOBUI-
Hble CTAaMUHOAWM Yy OOJIBIIMHCTBA BUIOB Senna
(Caesalpinioideae). 9t cramuHonuu (Marazzi et al.,
2007) cuuratloT cuHanomopdueit Senna, nmpudyeM B
OdHOI M3 KJaj poja Ipelarnojaraetcsi BTOpUYHAS
dbepTrIM3anMg amakCUaIbHBIX TBIMUHOK. M3ydeHne
TPAHCKPUNITOMA Pa3JIMIHBIX IO TTOJIOKEHUIO THIYM-
HOK Y S. bicapsularis moka3bIBaeT, 4TO B ThIYMHKAX
KaxkIoTo MOP(MOJIOTHIECKOro THIIa, BKIIOUask CTaMK-
HOIWU, aKTUBHBI HECKOJIPKO COT YHUKAJIBHBIX TEHOB
(Luoetal., 2016). dopMupoBaHUEe CTAMUHOAMEB TIpe-
WMYIIECTBEHHO CBSA3BIBAIOT C ITOHIKEHHBIM YpPOB-
HEM BKCIIPECCUU TeHOB, TPEAITOIOXKUTEIbHO KOIU-
pyroux 6enku ¢ motusoM bHLH, u ocobeHHOCTSI-
MU TopMOHabHOM peryisuun (Luo et al., 2016).

Ypes3BbpIUaitHO pa3HOOOPA3HEI peAYKIIMOHHEIE SIB-
JieHus1 B aHapouee Bauhinia s.l., Cercidoideae (Taubert,
1894); y B. petiolata BexcWIIsipHasl THIMMHKA HEA0pa3-
puta. IIpeoOpasoBaHust abakCHadbHBIX TBIYMHOK
BCTpeYaloTCsl pexe — Harmpumep, abactT MeauaHHOM
abakcuanbHOM TeIYMHKU Y Duparquetia, Duparqueti-
oideae (Prenner, Klitgaard, 2008) i ripeBpaiieHue
B CTAMUHOJUY a0aKCUabHBIX THIYMHOK 000UX KpPY-
roB y Neptunia, mimosoid Caesalpinioideae (Tucker,
1988). Y HekoTOpBIX Senna npeBpalleHbl B CTAMUHO-
ToM 141
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Puc. 1. [Ipumepsl Tpeobpa3oBaHuii aHIpolies: B ceMeiicTBe boo6oBbiX. OKOJIOIIBETHUK U CpacTaHKWE THIMMHOK HE OTOOpaKeHHI.
(a) — UCXOMHBI TUTAH CTPOEHUS aHApolies B ceMeiicTBe; (0) — Amherstia, Bauhinia petiolata, Brownea, Castanospermum; (B) —
Arachis, Senna p.p.; (r) — Gilbertiodendron, Phanera; (n) — Bauhinia monandra; (e) — Afzelia; (x) — Tamarindus; (3) — Petalosty-
lis; (n) — Sindora; (K) — Neptunia (My>Xckoii uBeToK); (1) — Duparquetia; (M) — Dialium p.p., Distemonanthus; (H) — Astragalus
p.p., Bauhinia variegata, Staminodianthus; (0) — Ceratonia; (1) — Dimorphandra; (p) — Swartzia p.p.; (¢) — Cordyla. OkpyxHo-
CTSIMU IMOKAa3aHbl TBIYMHKU, CEPBIMU (DUTYpaMU — CTAMUHOIWHU, 3BE300UYKaMK — abJIacCTUPOBaHHbIE opraHbl. durypa 6oJiblie-

ro pazMepa COOTBETCTBYET HAPYKHOMY KPYTY.

MU IO TPU THIYMHKU C aJaKCUATBbHOUN U abaKCcUalb-
Hoii cropoH (Marazzi et al., 2007).

Oo6painasich K pa3Ho0O0pa3rIio MOKPBITOCEMEHHBIX
B 1I€JIOM, MOXHO 3aMETUTh, UTO PEIyKLIUs agaKkCcu-
aJIbHOM TEIMMHKM (MJIM HECKOJIBKMX) JOCTATOYHO Ya-
CTO comyTcTBYeT 3uroMopduu. TakoBBl LIBETKH Y
npencraBpurtesieii mopssakos Lamiales (MHorue Acan-
thaceae, Gesneriaceae, Lamiaceae, Plantaginaceae,
Scrophulariaceae u ap.); Sapindales (Aesculus, Sapin-
daceae; Galipea, Rutaceae); Myrtales (Cuphea, Lyth-
raceae); Zingiberales (Musaceae, Strelitziaceae, Lo-
wiaceae u Heliconiacae).

Penykiiisi agakcuallbHbIX THIYMHOK HaIpsIMYIO
cBsg3aHa ¢ okcrpeccueit CYC-TIOMOOHBIX TEHOB.
VY MyTaHTOB cyc dich TbBUHOIO 3¢Ba BCE THIYMHKU
pa3BuBarTcsa mnojgHoueHHo (Luo et al., 1999).
Y Saintpaulia (Gesneriaceae) H3BECTHBI CaIOBEIC
¢dopMBbI ¢ gopcanu3aiueit (Bce JENeCTKU BBIJISLISAT
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KaK afjakcHajibHbIe) U BeHTpalIu3alueit (Bce JenecT-
KU BBITJISIAAT KaK adakcualibHble) BeHunKa. O6a Ha-
pYILIEHUSI CBSI3aHBI C M3MEHEHUEM YPOBHS W/WIU
marTepHa 3kcipeccum aByx optojoroB CYC (Hsu
et al., 2018). B HopMe Tpu amakcuajibHble THIMMHKU
HEAO0Pa3BUTHI, ITpE€BpalliCcHbI B CTAMUWHOANMU. B BCH-
TpaJIM30BaHHBIX 1IBETKAX BCE THIYMHKM Pa3BUBAIOTCS
MOJTHOCThIO (MeIrMaHHas aJakcUalbHas HECKOJIBKO
MEHBIIIE MPOYMX), a B JOPCAIM30BAHHBIX — BCE ThI-
YMHKW 3aMEHEHBI Ha CTAMUHOIUM. TakKuM o0pa3oM,
ajaKkcualibHasi mporpaMma pa3BUTHUSI OKOJIOLBETHU -
Ka (00bidHO CYC-orocpenoBaHHasl) ONpenesieT U
CTEIIeHb Pa3BUTHUSI, M MHBbIE O0COObIC CBOMCTBaA (Ha-

IpUMEp CpacTaHue) afaKCUaIbHBIX TBIYMHOK'.

! WHrepecHo, uTo y BoOOBBIX anakchaibHast THIYMHKA BHYTPEH-
Hero Kpyra Hau0oJjiee 4acTo MoABEPraeTcst peAyKIIMH, a IPOTH-
BOJICKAIINH eif alaKCUaIbHBIN JISTIECTOK — HauboJiee peaKo.
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2. [MonHas WM YacTUYHAS PEAyKINSI OMHOTO Kpy-
ra TeIamHOK. CumMmie3noMopdueii mopsinka Fabales
SIBJISIETCS aHAPOLIeH M3 IBYX MSATUWIEHHBIX KPYroOB.
B pasiauuHBIX rpyniiax oluvcaHO HeAOpa3BUTHUE O-
HOTO KpyTa MJIN €T0 MoJIHOE OTCyTCcTBUE. OOBITHO N3-
MEHEHMUIO MMoABepraeTcsl BHyTPEHHU KPyT — HaIIpU-
Mep, IpeodpasyeTcsl B CTAMUHOAWM Y HACTOJIBKO Ja-
JIEKUX poOmoB, KakK Astragalus (A. epiglottis n
A. pelecinus), Tetrapterocarpon, Staminodianthus (Pa-
pilionoideae), Pentaclethra (mimosoid Caesalpi-
noideae). ¥ uesanbnuHueBoro Dimorphandra ctamu-
HOIUM (DOPMUPYIOTCS M3 TBIMMHOK HAPYKHOTO Kpyra —
9TO MeHee TUMMYHBIN ciiydail (De Barros et al., 2017).
BHyTpeHHMI KpyT TEBIYMHOK IMpeoOpa3oBaH B CTAaMU-
HOIMM U y HEeKOTOpbIX Surianaceae (Cadellia, Suri-
ana), TakxKe IpruHaIIexXamux K mopsiaky Fabales.

B pa3HBIX moaceMeiicTBax BO3MOXKEH abiacT
BHYTPEHHETO Kpyra — €CJid CyAUTh 10 TOMY, 4TO CO-
XpaHATCA TBIYMHKU, ITPOTHMBOJICXKAIIIUE YalllCJIn-
cTukaM. Y HeKoTopbix Bauhinia (B. variegata, Cerci-
doideae) enuHCTBEHHBIN (HAapy>XKHBII) KPYT TBIYMHOK
coyeTaeTcsl ¢ OBOMHBIM OKoJouBeTHUKOM. Cylie-
ctByeT npeanonoxenue (Tucker, 2000), uto y Saraca
(Detarioideae) mpoucxomguT IIpeBpallleHUe JIeIecT-
KOB B THIYMHKHU, a SIPKO OKpallleHHbIC YallleIUCTUKI
MpUOOpPETAIOT CBOWCTBA JIETIECTKOB. TBIYMHKU C
aJjakCcualibHOl CTOPOHBI HE pa3BUBAIOTCA, a ¥y
S. declinata, B COOTBETCTBUU C 3TOM THMIIOTE30i, B
MIPUHIIMUIIEC HET THIMMHOK B T€X K€ IOJI0KCHUSIX, YTO
n y npyrux boOoBbIX.

Camo o cebe JIETIeCTKOBUAHOE CTPOCHUE yallle-
JIMCTUKOB y BoOOBBIX BCTpevyaeTcsl He4acTo, BOZHU-
KaeT B pa3HbIX 9BOJIOLIMOHHbBIX JIMHUSIX U Heobsi3a-
TEJIbHO CBSI3aHO C PeAyKILMeil apyrux dacreil. SApko
OKpallleHa BHYTPEHHSISI TTOBEPXHOCTh Yallieuku y De-
lonix, Caesalpinioideae, muMelomero HOPMaJIbHOE
YUCJIO OPTaHOB 1IBeTKA. JIenecTKOBUIHbIE YallleJuc-
TUKU COYETAIOTCSI C HEKPYTTHBIMU, C1a00pa3BUTHIMU
nenectkamu y Duparquetia, Duparquetioideae.

Hcue3HoBeHHE OTHOBPEMEHHO JIETIECTKOB M Ya-
CTH THIMMHOK BCTpeUYaeTcs B pa3HBIX CEMEMCTBaXx I10-
KpeiIToceMeHHBIX. Cpenri BoOOBBIX TaKOBBI POIBI
Ceratonia, Saraca 1, BO3MOXHO, HEKOTOPBIE IpPYyTHUE,
HO TIpUBEICHHBIE BHIIIIEC IIPUMEPHI YOEXKIAIoT, YTO pe-
IYKIMST THIYMHOK MOXKET TTPOUCXOINTH HE3aBUCHMO
OT JieriecTKOB. OTCYTCTBYIOT JIETIECTKA W TBIYMHKH
HapyXHOTro Kpyray Seetzenia, Zygophyllaceae, xoTs1 1
B BTOM CeMeiCTBe THIMMHKU MOTYT PEIyIIMPOBATHCS
npu Hanwyum BeHuuka (7ribulopsis, Kallstroemia).
Xopomro u3BecteH npumep Lepidium, Brassicaceae,
MEeMOHCTPUPYIOIINI TOMOTUTACTUYECKOe pa3HOOOpa-
31e peIyKIIMOHHBIX ITPOIIECCOB B BEHUMKE U/MJTH aH-
npoiiee (Bowman et al., 1999). Pazsutre ThluMHOK 1
JIETIECTKOB Ha TCHETUYECKOM YPOBHE KOHTPOJIMPYET-
Ccsl BO MHOTOM CXODHO, U B 3KCIEPUMEHTATbHBIX
YCIIOBUSIX TTOKa3aHa BO3MOXKHOCTb OITHOBPEMEHHOTO
nopaBieHus ux pazsutusd (Yun et al., 2002).
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V psaga BoGoBEIX (B mepByi0 odepedb ITOACEM.
Caesalpinoideae u Cercidoideae) coueraloTcst ABa Bbl-
LIETIEPEYMCIICHHBIX MaTTepHA PEIyKUUM ThIYMHOK —
M0 KpaiHel Mepe, 3TO 0O0BbICHSIET YUCIO U pacHo-
JIOXXKE€HME THIYMHOK B LIBETKAX 3TUX 3K30THMYECKUX
pacteHuii. JIumb Tpu abakcuaJdbHBIX THIYMHKU Ha-
PYXHOT'O Kpyra cCoXpaHsItoTcst y MHOTHX BUIoB Che-
niella (=Phanera s.1., Cercidoideae), a ocrajbHBIC
ceMb — Ipeodpa30oBaHbl B CTAMUHOINU; MSITh U3 HUX
C alaKCUATbHOI CTOPOHBI 00Pa3yIOT MSICUCTBIN SIPKO
OKpAallleHHbI AUCK, MPEAIIOJIOXUTEIbHO MPUBJICKA-
ommit onbututeneit (Clark et al., 2017). ¥V Bauhinia
monandra, Cercidoideae, TTOTHOIIEHHO pa3BUBaCTCS
JIMIIb MeIuaHHasi abakcuajibHasl ThIYMHKA HapyX-
HOTIO Kpyra, ocTajJbHble 00pa3ylOoT CTAMUHOAVN; BO-
obute Bauhinia s.]. IeMOHCTPUPYIOT IIPAKTUIECKH
BCE BO3MOXXHBIC BApUAHTHI PSAYKIINY aHAPOLIES.

B HeoObIuHbIX 11BeTKax noaceMeiictBa Dialioideae
abjacT BHYTpPEHHEro Kpyra aHapoliest (Ipucyll He
BCEM pomaM) codeTaeTcs ¢ Hemopa3BUTHeM (aGop-
TOM) WICHOB BHEIIHEro Kpyra — Kak IpaBUJIO, C
agmakcuanibHoi (Petalostylis), pexe ¢ abakcHaJIbHOM
(Dialium) ctroponbl. CXOOHBIM 00pa3oM abJIaCTUPO-
BaHBI BCE THIYMHKN BHYTPEHHETO KpyTra U MeTruaHHast
abakcuaibHas THIMMHKA HapyXXHOTO Kpyra y Dupar-
quetia, Duparquetioideae (Prenner, Klitgaard, 2008).
Jlvme mBe amakcuadbHBIE TBIYMHKU TTOJIHOIIEHHO
pa3BuThl y Sindora, Detarioideae.

IMonHbiit abmacT ThIMMHOK cpenu boboBbIX, MO-
BUAUMOMY, He BcTpedaercsi. B dyHKIMOHaIbHO
XeHCcKuX nBeTrkax boOoBeix (Hampumep Ceratonia)
TBIYMHKY BCeraa 3aKjIadblBalOTCSI, HO WX pa3BUTHUE
octaHaBnuBaetcsi. [loJHOCTbIO MpeBpallleHbl B Jie-
MECTKOBUIHbIE CTAMUHOAUU THIYMHKU B CTEPUJIb-
HbIX 1IBeTKax Neptunia (Tucker, 1988).

Takum obpa3om, Oosiee OOBIYHO HEPA3BUTHUE WIN
HeIOpa3BUTHE THIYMHOK B aJaKCUaJIbHOW YacTu
IIBETKA, KOTOPOE MHbI CBSI3bIBA€M C aKTHMBHOCTBIO
CYC-ntono6HBIX reHoB. VMcKimoueHuns, Korma rmpeoo-
pasyroTcs abakcuaabHble THIYMHKU, peaKu. B 1iea1om
Takasi U3MEHYMBOCTh OOBSICHMMA TEPMHHOJIOTHAYE-
CKOM HEOJHO3HAYHOCThIO — TeM, HACKOJILKO IIUPO-
KO MOXHO TPaKTOBaTh IOHSTUS HEIOPa3BUTHUS WA
npeoOpa3oBaHU 1, CJIEAOBATEILHO, TEM, HACKOJIBKO
pa3HOOOPa3ZHBIMU MOTYT OBITh TIPUYMHEI TAKUX SIBJIS-
HMA. PenyKiiMoHHEBIE sIBJICHUS B aHapoliee boboBbIX
TaK:Ke JeMOHCTPUPYIOT BEICOKUIT yPOBEHb TOMOILIA-
3UU.

VYV yactn boboBBIX 0OTMeueHa mosmaHapusi. B atom
OTHOIIIEHNU HauboJjiee U3BECTHHI HEKOTOPHIE POJIbI
Caesalpinioideae — OnIBHIEro IomceMeiictBa Mimo-
soideae (Acacia, Inga), Detarioideae (Colophosper-
mum, Maniltoa, Polystemonanthus) u Papilionoideae
(Swartzia, Bocoa, Cordyla). He nnst Bcex aTUX pacTe-
HUI U3y4eH X0a MopgoreHesa, HO yKe MMEIOIINeCs
JIaHHbIE TI03BOJISIOT CIeJIaTh BHIBOA O pa3HOOOpas-
HBIX MeXaHM3MaX (OPMUPOBAHMSI ITOJIMMEPHOTO aH-
npoues. Y Acacia iMeeT MECTO TaK Ha3bIBacMast KOM-
ToM 141
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IUIEKCHAsI akpolieTalbHast rmoivanapus (Pemuzosa,
2019). Becw aHgporeii popMupyeTcsl U3 KOJIbLeBOM
MEPHUCTEMBI, W TIEPBbIe IIPUMOPINU OTACIbHBIX ThI-
YMHOK MpOTHBOJeXKAT dalrenuctukam (Gomez-Ace-
vedo et al., 2007; Prenner, 2011). ITo mepe akporne-
TaJIbHOro (hOPMMUPOBAHUS MIPUMOPANEB OTIEIbLHBIX
TBIYMHOK YIOPSIAOYEHHOCTh B MX PACIIONOXEHUU
yTpauuBaeTcs. BepossTHO, mpaBUIbHOE YepenoBaHe
BCHYMKA M IIEPBBIX THIYMHOK CBSI3aHO C (OpMOIi
KOJIbLIEBOMI MEPUCTEMBI, KOTOPOIi JaBJIEHUE CO CTO-
POHBI TIPUMOPIMEB JENECTKOB (hU3NUYECKM NPUIAET
¢dopMy YeThIpeX-TISATUYTOJILHUKA.

KomnbpueBasg mMepucTteMa aHIpoles ONUCaHa U Y
Swartzia (Tucker, 2003a). B 3uromopdHbIX LIBETKax
3TOI0 POAa, OOHAKO, THIMMHKN OOBIYHO TUMOPQHBIE;
penko MmoHoMopdHEIe (S. auriculata) niu TpumMopd-
Hble (S. trimorphica). B abakcuajibHOI YaCTH KOJIbIIe-
BOII MEpUCTEMBI ITPaKTUIECKU cpasy Iocie ee ¢op-
MUPOBaHUS 000COOISIIOTCS MPUMOPIUHN HECKOIbKUX
KPYMHBIX THIMMHOK. OcTaBIIasics KoJblieBasi MEpU-
cTeMa JIacT Hadyajio IIPUMOPIUSIM MEJIKMX ThIYMHOK,
MIpUYEM 3TOT MPOLIECC HAYMHAETCSI ¢ abaKCUAJIbHOMI
yacTu U rpoucxoaut dasurneranbHo (Tucker, 2003a).

Y Cordyla, panee comxaemoii ¢ Swartzia (Cardo-
soetal., 2015), xapakTep pa3BUTHUS ITOJIMMEPHOTO aH-
npotest uHo. [TpuMopauu THIYMMHOK 3aKJIaIbIBaIOT-
csl B aKpOTeTaTbHOM MOPSIAKE, TO €CTh MOP(OIOTH-
YeCKM CBEepXy BHU3, Ha pa3BUBAIOMIEMCS TUITAHTHHU
(otcyTcTBYET Y Swartzia), UMEIOT pa3HbIiA pasMep u
10 KpaifHeil Mepe Ha paHHUX CTAIUSIX BBITJISIIST ITpa-
BIWILHO Yepenyomumucs (Sinjushin, 2018). Ecou y
Swartzia Bce MeJKMe THIYMHKU OJWHAKOBBI yXXe Ha
cranuu npumopaues, y Cordyla BHyTpeHHUE ThIYWH-
KA 9acTO OKa3bIBalOTCS 0e3 TBIBHUKOB. MIMeHHO
13-3a BTOr0 OBbLIO TIPEIJIOKEHO BBIICIUTH Majara-
ckapckue Bunbl Cordyla B oTnelbHBIN pon Dupuya
(Kirkbride, 2005), xoTs HalIm4Yne CTAMUHOOWEB U HE
YHUKaJbHO 1711 popMm ¢ Manarackapa.

PasButHe MOIMMEpPHOTO aHAPOIEST OMHUCAHO U Y
Colophospermum u3 moncemeiictBa Detarioideae
(Kriiger et al., 1999). TeluMHKM, BEPOSITHO, 3aKJIaIbl-
BalOTCs Ha KOJIBIIEBOM MepHUCTeMe B aKpOIeTaITbHOMN
TTocJIenoBaTeIbHOCTH. Bce mpuMopanm oqnHaKOBO-
ro pazMepa 1 He UMEIOT SIBHO YMOPSIA0UYeHHOTO pac-
TTOJTOKEHUSI.

Hab6mronenus yoexxmaoT B TOM, YTO ITOJTUAHIPUS
BO3HMKJIA B pa3HbIX IpyIinax boOoBbIX HE3aBUCUMO U
pasHbIMU NyTsIMU. HU y oHOTO M3y4eHHOTO Mpe-
ctaBuTeNnsT DBOOOBBIX ITOIMMEPHBIN aHApoleil He
dopmupyeTcsi M3 HECKOJBKUX IePBUYHBIX OOIIMX
MPUMOPANEB, KOTOPbIE MPaBUJbHO YeperoBaUCh
OBl C 2JIEeMEHTaMM OKOJIOLIBETHUKA, KaK 3TO MPOUC-
XOMUT Y MHOTUX Apyrux ceMeiicTB (Ronse Decraene,
Smets, 1993).

B pasmmunbix moaceMeiictBax boOboBEIX oTMeda-
€TCsl cpacTaHue ThIYMHOK. O030p MOCTYITHON JTUTE-
paTypbl MOKAa3bIBa€T, YTO BO MHOTUMX CIIy4asix IIOJ
cpacTaHMEM MOHMMAIOT pa3HbIe SIBJCHUS 1 OIMCHI-
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BaIOT B pa3HbIX TEPMUHAX. 3a4aCTyIO0 HAJIMYKNE U TUIIL
cpacTaHUsl TBIMMHOK OKa3bIBAIOTCSI TIPEAMETOM JIUC-
kyccuu (CokosoB, 1995). OcobeHHOCTU cpacTaHUs
aHIpoIles BeChbMa IUIACTUYHBI JaXe B IIpelenax I0-
CTaTOYHO HEOONbIIMX Tpynm. s mpeactaBuTenci
BBICOKOCIICLIMAIM3pOBaHHOM Kiianbl Papilionoideae,
JIMIIIEHHOW O0pallleHHOTo MOBTOPa XJOPOIUIACTHOM
JHK (inverted repeat-lacking clade), B 11e1oM Xapak-
TepeH IBYOPATCTBEHHBIM aHApPOLIE CO CBOOOOHOI
BEeKCWUISIDHOIT ThIMMHKOW. OIHAKO IIOJHOCTBIO
cpacTaloTcs ThIIMHKU Y Ononis, Tpuda Trifolieae, He-
CKOJIbKUX BUITOB Astragalus U3 pa3HbIX cekluii (A. do-
nianus, A. himalayanus, A. oxyodon), Galega, Tpn6a
Galegeae s.1. Kpome TOro, B HECKOJILKMX poaax Kia-
Ibl OpMUPYETCSI TaK Ha3bIBaeMbIH JIOXKHOOIHO-
OpaTCTBEHHBIN aHAPOIICi, B KOTOPOM BEeKCIJLISIpHAS
ThIYMHKA IMOCTTeHUTAJILHO MIPHUPACTAET WU TLIOTHO
npuieraet K octajabHbIM (Tucker, 1989a). O6bI1YHO B
OCHOBAaHUM 3TOI THIYMHKU OCTAIOTCSI OTBEPCTUSI, Ue-
pe3 KOTophIe €CTh JOCTYN K HeKTapHukaM. ITogo0-
HBII1 aHIpOolIeil OIMcaH B pa3HbBIX IPyNIIax U, BEPOSIT-
HO, BO3HUK HE3aBHCHUMO M3 IByOPAaTCTBEHHOTO.

Ha peryasTopHoM ypoBHe OCOOBIE CBOICTBa
BEKCHJUISIPHOM THIYMHKM CBSI3aHBI C DKCIIpeccueit
CYC-nonoOHBIX T€HOB B aJaKCHUaJIbHOUW o00JiacTu
BeTKa. Takas 3KCIIpeccusi OTMEUYeHa B IIPUMOPIMIX
aIaKCHAJIbHOTO JIeNeCTKA Y BEKCUJIISIPHOMN THIMMHKHI
y Lotus (Feng et al., 2006). Ecau B pe3ynbTaTe MyTa-
UM WIKM 3KTonumueckoit skcrnpeccuu CYC-11omo0-
HbIX TeHoB (Feng et al., 2006) Bce nerecTKy MpUoo-
peraloT cBoiicTBa cara, cpacTaHUsI THIYMHOK HeE
IIPOUCXOIUT — KakK, Harpumep, y Cadia niu canoBoii
¢dopmer Clitoria (Sinjushin et al., 2015). OtmedeHo,
YTO MOTBUILKOBBIM BEHYMK MOXET COYETAThCS C JII0-
ObIMM (bOpMaMM CpacTaHMSI THIYMHOK, HO aKTUHO-
MOpP(MHEIIT OKOJIOIIBETHUK — IT0 KpaifHeil Mepe, ¥
Papilionoideae — kpaiiHe peaKo accoLMUPOBaH CO
CPOCIIMMMCS TEM WJIM UHBIM 00pa3oM ThIYMHKaMU
(Sinjushin et al., 2015). MckmodyeHne, BO3MOXHO,
eIMHCTBEeHHOe, cocTaBiusieT Etaballia, Tpubda Dalber-
giecae, ¢ aKTUHOMOP(GHBIM BEHYMKOM U CPOCIINMUCS
B 3aMKHYTYI0O TpPyOKYy TBIYMHKAMM, O BO3MOXHOI
MpUpoAe aKTUHOMOP(MUHU Y 3TOTO HEOOBIYHOTO pojaa
cM. Boie. 3a rpeaeiaamu Papilionoideae Takoe coue-
TaHUE BCTPEUYAETCSI, XOTs U penKo: Brownea n npyrue
ponsl u3 Brownea clade (Detarioideae), Inga (mimo-
soid Caesalpinioideae).

OCO0OeHHOCTH cpacTaHUsl THIYMHOK CBSI3aHBI CO
CTpaTerueil OnbUIEHUS U, B YaCTHOCTH, C HAJIMYUEM
W CTPYKTypoi (JIOpabHBIX HeKTapHUKOB. Hanbo-
Jiee AeTajJbHO B 3TOM OTHOIIIEHUU OMMCaHbI TpeacTa-
Butenu Papilionoideae. OOBIYHO HEKTApPHUKU €CTh B
LIBETKAX C HECPOCIIMMUCS ThIYMHKAMU, IByOpaT-
CTBEHHBIM WJIU JIOKHOOJHOOPATCTBEHHBIM (IIpU
HaJIMYUM OTBEPCTUI B OCHOBAHUU BEKCUJLISPHONI
TBIYMHKM) aHapolieeM. HanpoTtus, IBETKU C OTHO-
OpaTCTBEeHHBIM aHApOlieeM OOBIYHO MPUBJIEKAIOT
OoMnbLIUTENe MbUIbLON 1 penko (HanpuMmep Galega
orientalis) cexpetupytoT HekTap (Bernardello, 2007).
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B 060ux ciyvasx onucanbl uckiaoueHus. [1pu cxon-
CTBE OOIIIEro IjaHa CTPOSHUSI HEKTAPHUKU B CeMeii-
CTBE JIOCTAaTOYHO pa3HooOpasHbl. MIX CTpyKTypa u
pACIIOJIOXKEHUE MHOTIA OTPaXKal0T CHMMETPUIO 1IBET-
Ka — HalpuMep, OHU MOTYT OBbITh JOKaJTU30BaHbI
TOJIBKO B abakKcuajibHOM 4yacTu 1BeTosioxa (Pisum,
Vicia).

Eciiu 0OCHOBHBIM aTTpakKTaHTOM SIBJISIETCSI MbLIb-
112, BO3MOXHA CIelMaln3alus ThlYIMHOK: 4acTh MPoO-
WM3BOAUT MBUIbLYY [Jisl MPUBJACYCHUS] ONBLIUTENCH,
Jpyrasi — HEMOCPEACTBEHHO ISl OlbUieHUs. Pa3niu-
Yusl KacaloTcsl HE TOJIbKO pa3MepoB THIYMHOK, HO U
VIBTPACTPYKTYPbl U (DU3UOJOTUUECKUX OCOOECHHO-
cTeil MpOU3BOAMMBIX MbLIbLEBBIX 3epeH (Paulino
etal., 2016). ¥ Lupinus, Papilionoideae, npenmyiie-
CTBEHHO (DYHKILIMIO TIPUBJICYCHUSI BBITIOTHSIIOT THIYMH-
KW BHyTpeHHero Kpyra, y Cytisus, Papilionoideae, —
ajaKkcualibHble THIYMUHKU 0boux KpyroB. C ocobbiM
tunoM onsuieHus: (buzz-pollination) cBS3bIBAIOT
nunddepeHIIMPOBKY THIUMHOK y Senna (Marazzi et al.,
2007).

TBHIUMHKM MOTYT cpacTaTbCsl C DJIEMEHTaMU BEH-
YUKa; 3TO MPOUCXOIUT B pa3HbIX TpUOaX U, BEPOSIT-
HO, 3a CUeT Pa3HbIX MeXaHN3MOB. XOPOIIIO U3BECTHHI
npumMepbl Gymnocladus (Caesalpinioideae), Trifolium,
Psoralea, Inocarpus (Papilionoideae). leTaabHO HU3y-
YeH OHTOTEHE3 IIBETKOB C TTOJOOHBIM CpacTaHUEeM B
Tpube Amorpheae (McMahon, Hufford, 2002). 3o-
HaJbHbIi POCT OCHOBAaHWU TBHIYMHOK TPUBOIUT K
¢dopMUpPOBaAHUIO TaK HA3bIBAEMOIl CTEMO30HbBI, 00b-
eIUHSIOIIEeN HUXKHUE YacTU ThIYMHOK U JIEECTKOB
(BEpOsITHO, MPOMCXOAWT KOHT€HUTAJIbHOE cpacTa-
Hue). B uBetkax Dalea aTa cTeMO30HA B COUYETAaHUMU C
abJ1acTOM THIYMHOK BHYTPEHHETO Kpyra MpOu3BOAUT
BIleUaTJieHUEe ThIYMHOYHOU TPyOKU, B KOTOPOIi MSTh
TBIYMHOK CPACTaIOTCS U YEPEAYIOTCS C JIeTIeCTKaMMU.
BTa KapTMHA HACTOJILKO TMOopa3ujia HEKOTOPBIX MOP-
¢o0roB, UTO BO3HUKJIA TMCKYCCUSI O TOMOJIOTUSX
MEXIy pa3IUYHbIMU YacTsIMU 11BeTKa Dalea i npyrux
Papilionoideae, mopoauBliiass B UTOre TUIOTE3y O
TOM, YTO 3UTOMOp(HBIE LIBETKU HEKOTOPhIX AmoOr-
pheae BO3HMKIM B 3BOJIOLMN HE3aBUCHUMO OT IPO-
yux IpelacTaBuTesieil moxacemeiictBa (McMahon,
Hufford, 2002). OHTOreHeTMYeCKMe MCCICIOBAHMS
JIMILIWIN 3TY TPO0IeMy TTPEXKHE OCTPOTHI.

TMHELIEM

OIHOWIEHHBIM TMHENE CYMUTASTCSI CMHAIIOMOP-
dueit Leguminosae B pamkax nopsaka Fabales (Bello
etal., 2012). ¥ Polygalaceae (Monnina, Pteromonnina)
BO3MOXEH ICEBIOMOHOMEPHBIII TMHELIEH, a y Suri-
anaceae (Guilfoylia, Stylobasium), BepOSITHO, UCTUH-
HO OJHOYJIEHHBIN, XOTI ero MoxHo cuutath (En-
dress, 2012) Takke pe3yJIbTaTOM PEIyKIIN.

B HeCKOJIbKUX 3BOJMIOLIMOHHBIX JUHUSAX BOOOBBIX
ONMCaH IMOJMMepHBIil rnHeneii. Cilydan cpacTaHUs
IIByX M 0oJiee IIBETKOB, IPUBOISIIETO K 00Opa3oBa-
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HUIO 1IBETKA C HECKOJIbKUMU TUIOJOJUCTUKAMU, HE
HECYT TAKCOHOMMWYECKOI MHGbOpMaIIMU U, BEPOSIT-
HO, BOBMOXHBI BO BCeX rpymniax. B HopMe HeCKOIbKO
TUIOJOJUCTUKOB 00pa3yloTcsl B OOJIbIIMHCTBE 1IBET-
KoB Inga p.p., Archidendron, Acacia celastrifolia (mi-
mosoid Caesalpinioideae), Swartzia p.p., Aldina diplo-
gyne (basanbHble Papilionoideae), Thermopsis turcica
(npomBunyThie Papilionoideae). Ilepnognaecku 00-
pa3yroTcs 1IBETKU C MOJUMEPHBIM ruHeneem y Cera-
tonia (Caesalpinioideae), Cordyla pinnata (6a3anbHble
Papilionoideae) 1 HeKOTOPHIX Ipyrux BoOOBEIX.

dunoreHeTnyecKass MHTEPHpPETALAS TTOJOOHOTO
SIBJIEHUS JUIMTEJIbHOE BpeMsl Oblia TTPpeaMeTOM JIUC-
kyccun. Tak, I'.Il. fIxoBieB cumTan, 4TO MOJMMEP-
Hble THUHeLleu bOOOBBIX MNPencTaBISIOT COOOM
“Mopdonornyeckue pearuKThl, COXpPaHUBIIUECS B
CWJIy TeTepobaTMUU y TPYIIN pa3HOro cucTteMaTuye-
CKOTO TIOJIOXXKEHUSI U PA3IUYHOM SBOJTIOLMOHHON
nponBuHyToctu” (Axkosnes, 1991, c. 35). Boiee
Mo3aHue paboThl CXOMSITCS BO MHEHUM O TMJIE3MO-
MOpP(HOM XapakTepe MOHOMEPHOIO TUHELES B ce-
MEMCTBE U HE3aBUCHMOM BO3HUKHOBEHMUU ITOJIU-
MEPHOTO B HECKOJbKHUX 3BOJIOLMOHHBIX JIMHUSIX.
HacuutsiBarot (Paulino et al., 2014) ceMb ITOT0OHBIX
CcoOBITHI TToTMMepu3aluu. MU3ydeHrne MyTaHTOB MO-
JeJIbHbIX BOOOBBIX MTOKAa3bIBAET, YTO JUIITHYME TTOA0-
JIMCTUKU MOTYT BO3HMKaTh B pe3yJibTaTe TOMEO3UC-
HOTO TpeBpallleHUs YaCTU ThIYMHOK, CpACTaHUS He-
CKOJIBKUX (DJIOPATBHBIX MEPUCTEM WU YBEJIUYCHUSI
pa3MepoB (acuualn) eIMHCTBEHHOM (p1opabHOM
MepucTeMbl (Sinjushin, 2014; Sinjushin et al., 2019).
MMeHHO nocieaHuii BapuaHT, Cyisl 0 BCEMy, Yallie
BCEro MPUBOIUT K MToJIMMepu3aluu ruHeliest y bodo-
Bhix. O0Opamiaer Ha ce0s1 BHUMaHME TOT (GakT, YTO B
OOJIBIIIMHCTBE CJIy4a€B HECKOJbKO TIOJOIUCTUKOB
pPa3BUBAIOTCS BaKTUHOMOPGHOM LIBETKE C TTOJIMMEP-
HBIM aHApOlIeEM U HEMOCTOSIHHOI MEPHOCThIO.

Y Thermopsis turcica TPUMEPHBIN TUHELEH coye-
TaeTcs ¢ TUIIMYHO MOTBUIBKOBBIM BeHUMKOM. [Toka-
3aHO, YTO B TAKMX HEOOBIUYHBIX 1IBETKAX MJIOAOJIUCTH -
KU 3aKJIaJIbIBAIOTCSI HE OMHOBpeMeHHo. IIpoucxoaut
HE CTOJIBKO yBeJIWUYeHUE pa3MepoB (iopaibHO Me-
pucTeMbl (KOTOpOe MpUBeio Obl K AecTabuin3anuu
IIBETKa), CKOJIBKO ee 0oJjiee IIUTeIbHas mpodepa-
1M, TOTTyCKaloIasl 3aJI0KeHue OOJIbIIEro Yrcia op-
raHoB “mo Beptukanu” (Sinjushin et al., 2018). Coue-
TaHUEe 3UrOMOPMUU C MOJMMEPHBIM THMHELEeM Xa-
paKTepHO TaKKe IS HEKOTOPBIX Swartzia. B iBeTKax
S. dipetala 0GpIYHO pa3BUBAIOTCS ABA MJIOAOJINCTUKA,
o0pallleHHBbIX IIIBaMU K alaKCUAJIbHOI YaCTU 1IBETKa,
B KOTOPOI TPUCYTCTBYIOT JIBa aJaKCUAJIbHBIX Jie-
nectka. ITogoOHast Mopdoyiorusi MOXeT OBbITh pe-
3yJIbTaTOM (pacuMaliui — CpacTaHUs WM HETIOJTHOTO
pazneneHus AByX hJopaJibHbIX MEPUCTEM Ha PAHHUX
cragusgx. bojiee BeposiTHO (popMHUpoOBaHUE EANHOMN
riockoii mepuctemsbl (Paulino et al., 2013), pa3mepsl
KOTOPOM JIeJ1al0T BO3MOXKHBIM 3JI0KEHUE TTapHbIX, a
HE OIMHOYHBIX OPTaHOB B KaX/IOM Y3Ji€ 1IBETKa.

ToM 141

Nel 2021



OBOJTIOONOHHAA NCTOPUA LIBETKA BOBOBbBLIX 59

ChopaBenjinBo MHEHHE, YTO MOJMMEPHBIN TMHE-
Lleil TUIOXO COYeTaeTcsl ¢ TUITMYHO MOTBLIBKOBBIM
BeHuukoM (flag blossom) uMeHHO M3-3a TOTO, YTO
HEeCTaOMIBHOCTD B YMCJIE M PACIOJIOXEHNN OPTaHOB
MPENSITCTBYET CKOOPAMHUPOBAHHOMY B3aMMOJIEHi-
CTBUIO yacTeit Takoro 1petka (Paulino et al., 2014) —
B IIEPBYIO OYEpeIb 3TO KacaeTcs JIEIIECTKOB. VIMeHHO
MMOATOMY TMOJMMEPHBIN TMHellel y boOoBbix 3aua-
CTYIO SIBJISICTCSI YACThIO CMHJIPOMAa HECTAOMJIBHOCTH,
WHBIMA CJIOBaMU — CpPaBHUTEIBHO O€3BpEIHBIM
CJIEICTBMEM, a HE aJalNTUBHBIM MPEUMYIIIECTBOM.
OOnagamluii TPMMEpHBIM ruHelieeM 1. furcica 00-
pasyeT He OOoJbIIe CeMSIH, YeM IPYTrie BUIBI TOTO Ke
poja ¢ eIMHCTBEHHBIM TIOTOJMCTUKOM (Sinjushin et
al., 2018). Jlump HeGombimass 4acth (okoio 10%)
IIBETKOB O0Opa3yloT OWMEpHBIN 1uion y S. dipetala
(Paulino et al., 2013). JluMepHbIe 10Ol HUKOTAA HE
obu1u onucaHbl Yy Cordyla, XOTsI TUMEPHbBIN TUHeLei
BcTpedaeTcs peryiasapHo (Sinjushin, 2018).

Hauboinee BeposiTHO, 9TO Bce CIydau IIOJIMMEPU-
3anuu TuHelesl y Leguminosae IpeacTaBisiioT co0oit
pe3yIbTaT HeTaBHUX — B 3BOJIFOLIMOHHBIX MacIITadax —
MYTallWii, 1eCTa0MIM3UPYIOIINX pa3Mep MEPUCTEMBI
LIBETKA 1/WJM MpPOJJieBaloIIX BpeMs ee mpojude-
pauun. Y Arabidopsis onrcaHO MHOXECTBO IOH00-
HbIX myTtauuit (Yy6, CunrommuH, 2012). XapakTepHo,
YTO HET, MOXalyil, HU OJHOro (He MOHOTHUITHOIO)
pona boGoBBIX, B KOTOPOM BCE MPEACTABUTEIN UME-
JI OBl TIOJIUMEPHBIN TUHELIECH.

Hduckyccust 0 ToM, TepMUHAJIBHOE WU JIaTepaib-
HOE MOJIOXEHNEe 3aHMMAEeT ¢AMHCTBEHHBIN TJTOA0I-
ctuk y boboBBIX, UMeeT naBHIOW uctopuio (Derstine,
Tucker, 1991). [Ipeobaanaet Touka 3peHUsI, UTO TLIO-
IOJIUCTUK SIBJISIETCSI UICTUHHO TEPMUHAJIBHBIM ITPO-
U3BOAHBIM (hJIOpaJIbHOI MepUcTeMbl. BO3HUKHOBe-
HUE MNOJMMEPHOI0 TMHelles WHTEePHPETUPYIOT KakK
nepexo OT 3aKPhITOi K OTKPBITOI CUCTEME, TO €CTh
OYEeHb CYIIIECTBEHHOE MpPeoOpa3oBaHUE MEPUCTEMBbI
uBetka (Paulino et al., 2014).

I1o HalleMy MHEHUIO, TUIOJOIUCTUK MIPeaCcTaBIIs -
eT co0oi1 JTaTepajbHOE TIPON3BOAHOE. B TepMuHAIBL-
HOM ITOJIOXKEHUM HE MOXKET HaXOIUThCS CTPYKTYpa,
“MeloIast abakCUallbHYIO U afaKCUAJbHYIO TTOBEPX-
HOCTH, HO cylIecTBYIOT boOOBBIE ¢ MICTUHHO TEPMH-
HAJILHBIMU O0OEMOJILIMU 1IBETKAMU B PalleMO3HbBIX
(Gleditsia, Gymnocladus) 1, BepOSTHO, IIMMO3HBIX

(Apuleia, Dialioideae?) cousetusix. UsMeHeHUs Mep-
HOCTH TMHEIIES] XOPOIIIO OOBSICHUMBI C TOYKHU 3PEHUS
OopraHoTakcuca LIBeTKa, TO €CTh aHTOoTakcuca (Sinju-
shin, 2015). CyIecTBYIOT IBa OTYACTU HE3aBUCHUMBIX
rmapamMeTpa — pasMepsl (GIOPAIbHOM MEepUCTEMBI M
BpeMsl ee mpoaundepalnn. YBeIUnUYeHUe MEPUCTEMBbl

2 Cougernst Apuleia unTepnpetupyioT Kak ummosHbsle (Falcao
et al., 2020), HO BepXyIlIeYHbI€ LIBETKU B HUX UMEIOT OTYETINBO
3UroMop(HOe pacroyioXeHNe ThIYMMHOK, YTO BbI3bIBAET HEKO-
TOpbIE COMHEHMSI B TPAKTOBKE MX MOJIOXEeHUs1. TepMUHalIbHbIE
uBeTku y Ceratonia, BEpOSITHO, BOSHUKAIOT B Pe3yJIbTaTe CIIUsI-
HUSI HECKOJIBKMX MEPUCTEM CaMbIX BEPXHUX OOKOBBIX LIBETKOB
(Tucker, 1992).
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TTO3BOJISIET 3aJIOKUTHh ITOIIOJTHUTEIbHBIC TLIOMOIM-
CTUKHU B TOM K€ y3JIe, YTO U TIePBbIi (BEPOSITHO, CITy-
yait Swartzia), unam chopMupoBaTh Leblit Kpyr (/n-
ga). bonee mnmurenbHas mpoamdepanys IpUBOIUT K
3JI0KEHUIO HOBBIX TIJIONOJMCTUKOB B PAa3HBIX y3/IaxX
no cniupanu (Thermopsis turcica). CoueTaHue 0O0UX
MpeoOpa3oBaHUil AemaeT BO3MOXKHBIM, HarpuMmep,
TTOSIBJICHME O0JIee YeM OTHOTO KPyTa IUIOJ0JIMCTUKOB
(Inga, Acacia celastrifolia). Y dacumupoBaHHBIX MY-
taHTOB BboOOBEIX (CM. BhILIe) U Arabidopsis (Clark et al.,
1995) MoxxHO HaOIIOAATh BCE TIEPEYUCICHHbBIE Bapy-
aHTel. CllenoBaTeIbHO, MEePEeXOmbl MEXIY MOHOMEpP-
HBIM ¥ TIOJIMMEPHBIM THHEIIEEeM TTPEICTABIITIOT COOO0I
KOJIMYECTBEHHBIE U3MEHEHMS U C PETYJIITOPHOM TOUKHU
3peHMS JODKHBI IIPOVICXOIUTD TOCTATOYHO JIETKO, KaK
1 JTIOOBIe COOBITHS, KacaroIrecss MEpPHOCTH.

EnuHcTBeHHBIN (MU HEPBLIi B TOJIMMEPHOM T'H-
Hellee ¢ HEOTHOBPEMEHHBIM 3aJIOKeHUEM 2JIEMEH-
TOB) TUIONOJUCTUK B TIOJABJSIONIEM OOJILIIMHCTBE
ciydaeB oOpallleH IIBOM K aJaKCHaJbHOM CTOpPOHE.
Bce u3BecTHBIE MCKITIOYEHUSI OTHOCSTCS K aKTUHO-
MopdHbIM 1BeTKaMm (Ceratonia, Gleditsia, Acacia).
BepositHo, abakcuaabHO-agaKCUaJbHAS — IIOJISIP-
HOCTb MEPUCTEMBI LIBETKA OIpeesIsieT OpUeHTAIIUIO
IUIOJOJUCTUKA — U JaXKe 100aBOUYHBIX TJIOAOJIUCTH -
KOB, KOTOpKIe B LIBETKax 7hermopsis turcica OT4aCTU
MOBEPHYTHI 1IBaMU K iary (Sinjushin et al., 2018).
OIHaKO IUIONOJMCTUK B OOJBIIMHCTBE aKTHUHO-
MoOp¢HBIX HBETKOB Gleditsia opueHTUPOBaH IIpa-
BuibHO (Tucker, 1991). Bompoc o MexaHu3Max,
ONpeIECIISIIONINX OPUEHTALIAIO TUIONOJIMCTUKA B MO-
HOMEPHOM TMHellee, UHTEpeCceH B MacllTabax BCero
oTAeaa TOKPBITOCEMEHHBIX U, IIO-BUAUMOMY, He
nMeeT enruHoro pemenus. [1o kpaiiHeit Mmepe, B aKTH-
HOMOpPGHBIX “XaoTHueckux’ uBeTKax Achlys, Ber-
beridaceae, IOJOJMCTUK OPUEHTUPOBAH €OUHOO0-
pa3Ho (Endress, 1989), a B 3uroMop@HBIX LIBEeTKaX
Consolida, Ranunculaceaec, — HecTaOUIBbHO (COO-
CTBeHHbIe maHHbIE). Y Posidonia, Posidoniaceae,
eIUHCTBEHHBIN TIOAOIMCTUK CTaOMIBHO OPUEHTU-
pOBaH IIIBOM B abakcUalbHYIO cTOpoHY (Remizowa
etal., 2012).

ITPOYUE OCOBEHHOCTHU
IBETKOB BOBOBbIX

st ortcaHusi pa3HOOOpa3unsl LIBETKOB C KPYro-
BBIM PACIOJIOKEHUEM OpPraHOB OBUIO IIPEIUIOKEHO
ITOJIb30BaThCSI MBYMsSI ITapaMeTpaMu: MEPHOCTBIO —
YUCJIOM OPTaHOB B Kpyre — U MOJHOTON — YKUCIOM
kpyroB (Uy0, 2010). DTa KOHILIEIIINS IIPUMEHNUMA K
BeTKaM BoOOBBIX ¢ HEKOTOPHLIMU OTPAaHUYCHUSIMMU,
B MEPBYIO oYepelb CBI3aHHBIMU C 3UTOMOpPdUEii.

XoTs ucxomHbIM 1jsi BoOOBBEIX MpencTaBiseTCs
MSTAWICHHBINA 1IBETOK, B HEKOTOPKIX I'PyIIIIaX Mep-
HOCTh MeHsIeTcs. Takue n3aMeHeHUsI XapaKTePHBI IS
TPYIII ¢ aKTUHOMOP(MHBIMU LIBETKAMU HE3aBHUCUMO
OT UX TAaKCOHOMUYECKOTO MOJOXEHUS. TpexdieH-
HBIE IIBETKM OMMCAHBI Y HEKOTOphIX mimosoid Cae-
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salpinioideae (Mimosa ceratonia n npyrue Bunbl Mi-
mosa, Sanjappa) u Dialioideae (Apuleia). YeTbipex-
YJieHHbIE LIBETKU OObIUHBI ¥ M. pudica (mimosoid
Caesalpinioideae) u y Tetrapterocarpon (Caesalpini-
oideae). MepHOCTh IIBETKAa HMMEET OIIpeacIeHHOE
TaKCOHOMMYECKOe 3HauyeHue mjis MumMo3 (Simon
et al., 2011). IlIBeTku HeKOTOpBIX Mimosa MOKXHO Ha-
3BaTb MMHUMAaJIbHBIMU 151 cCEMeHCTBa: HU3Kasl Mep-
HOCTb COUETAETCs C peAyKIMEN OMHOTO Kpyra Thlur-
HOK. Bo3MoOXHa M HEOOBIYHO BBICOKAsI MEPHOCTD.
Tak, BeHuuk y Aldina diplogyne (6azanbHbie Papilion-
oideae) u oba Kpyra okojiouBeTHUKA y Engleroden-
dron usambarense (Detarioideae) — mrecTU4ieHHEIC.

AxTmHOMOp(®HBIE TBETKM y BOOOBBIX ITeMOH-
CTPUPYIOT HE TOJIbLKO OoJjiee IIMPOKUI Auara3oH
MEPHOCTH, YeM 3UTOMOP(HBIC, HO M OTIMYAIOTCS
MEHbBIIEH CcTaOMIbHOCTRIO. BapmabeiabHa MEpHOCTH
uBetka y Inga, mimosoid Caesalpinioideae (Paulino
et al., 2017), Gleditsia (Tucker, 1991), Ceratonia
(Tucker, 1992). IIpoBeneHHOE CpaBHEHUE CTAOWIb-
HOCTHU 1IB€TKAa ¥ BOOOBBIX C pa3HbIM CTPOEHUEM IO~
Ka3zajgo, 4YTO aKTUHOMOP(MHEBIC IBETKM WMEIOT
OOJIBIITYI0O U3MEHYMBOCTD, YeM 3uroMopdHbie (Sin-
jushin, Karasyova, 2017). BHyTpuBHUIOBbIE U BHYTPU-
OpraHM3MEHHbIE KOJIeOaHUS B YMCJIE OPTAHOB LIBETKA
OTpaXalT HE TEHOTUIIMYECKUE Pa3Iudus MEXIYy
pa3HBIMU IIBETKAMHU B OJIHOM COLIBETMH, a OOIIYIO
CTabMJILHOCTH MOp(pOreHe3a.

HaunmeHee cKII0HHEI K CHOHTAaHHBIM KOJIeOaHUSIM
4YucJia OpraHbl alakKCUaIbHOM YacTu 1iBeTKa (Sinjush-
in, Karasyova, 2017; Sinjushin et al., 2019). DTo xopo-
IO OOBSICHSIETCSI TEM, YTO OIIPEIEISTIONINE CUMMET-
puto CYC-mogoOHBIE TeHBbl aKTUBUPYIOT Mepexon K
nuddepeHIMPOBKE, TEM CaMbIM YrHeTasi KJIE€TOUHbIE
JIeJIcHUSI. DTU T€HBI MOAABISIIOT 3KCIIPECCUIO psiia
(haKTOpPOB, OTBETCTBEHHBIX 3a OCYIIECTBJICHUE KJIE-
TOYHOTO LIMKJIa, HanpuMep HMKInHOB (Martin-Trillo,
Cubas, 2010). XapakTepHo, 4TO y MyTaHTOB 110 CYC-110-
JIOOHBIM TE€HAM YBEJIMYMBAECTCSI MEPHOCTb IIBETKa
(Luoetal., 1999; Hsu et al., 2015). B usetke CYC-110-
JIOOHBIX MyTaHTOB rOpoXa TakK:Ke OTMEUEHO pa3BUTHE
n30bITOYHBIX opraHoB (Wang et al., 2008).

I1pu n3yuenuu Arabidopsis Obli1a oIcaHa CJIOX-
Hasi CHCTEMa HETaTMBHOI peryjisiiuy pa3MepoB
anukKajabHOUM 1 QuopanbHoit Mepuctem (UYyo, Cu-
HiomuH, 2012). Lenplii psio reHOB, Cpeard KOTOPBIX
Hau6oJsiee u3BecTHbI rpynibl CLAVATA v FASCIATA,
MHTUOUPYIOT Opordepalnio KJICTOK MEePUCTEMEL.
VY MyTaHTOB 110 3TUM M HEKOTOPHIM APYTMM IreHaM
9Ta HeraTuBHasl peTyJIsius yTpauuBaeTCsl, UTO IIpU-
BOIUT K (pacumaliiy — aHOMAJIbLHOMY YBEIUYCHUIO
MepHUCTeMBI. B IIBeTKe 3TO MPUBOIUT K 3aKJIaIKE 10-
MMOJTHUTEIBHBIX OPTAaHOB U HEU30E€XXHOM AeCTaOMIn-
3anuu. OTHAKO y OOJIBIINMHCTBA U3BECTHBIX bOOOBBIX
peTyIsSnns pa3MepoB aIlMKaJbHOW M (pJropajbHOM
MEPUCTEM OCYILIECTBJISIETCSI OTYACTU HE3aBHUCHUMO:
LBETKM ((PacUMUPOBAaHHBIX MYTaHTOB bBoOOBBIX
OOBIYHO MMEIOT HOPMAJIbHYIO CTPYKTYpY (Sinjushin,
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2016). OgHo 13 UcKIoUYeHnt — Lupinus angustifolius.
B 1nBerkax dacuuMmpoBaHHBIX MYTaHTOB JIIOTIMHA
YBEJIUYMBACTCS YMCJIO OPTAaHOB BO BCEX Kpyrax, HO
aJakcualibHash 4acTh BEHYMKA — IIpeAliojaraemasi
obsacth 3kcnpeccun CYC-1omoOHBIX TEHOB — OKa-
3bIBaeTCs cTabuiabHee mpouux (Sinjushin et al., 2019).
Takum o6pa3om, y boOoBBIX (Kak, BEPOSITHO, Y MHO-
T'MX TaKCOHOB C 3UTOMOP(MHBIM IIBETKOM) €CTh IBC
He3aBUCUMBIC CUCTEMbI HETATUBHOM PETYJISILIUU pa3-
MEpPOB (PIOpaIbHOM MEpUCTEMBI, U 3UTOMOPdUSI
npenarojaraeT 0ojee yCTOMYMBOE K (DIyKTyalusiMm
pa3BUTHE LIBETKA.

MHorue OHTOT€HETHMYECKHUE COOBITUSI B LIBETKE
Bo60BBIX MOXKHO OOBSICHUTH B CBETE IIPEACTABIICHUIA
0 O1acto3oHax. IlepBoHaYaIbHO ATOT TEPMUH OBLI
BBEIECH sl 0003HAYEHMsI 00acTeid modera, KOMIIe-
TeHTHBIX K opraHoreHe3y (Hagemann, Gleissberg,
1996). OgHO U3 HOMOJMHUTENIbHBIX 3HAYCHUN — 00-
JIaCTh MEPUCTEMBI, KOTOpas IIPU pa3MeTKe BO3HUKa-
€T KaK eIHOE 1IeJI0€, a 3aTEM CIIOCOOHA K BTOPUYIHO-
My opraHoreHe3y (Uyo, CuniomuH, 2012). B atom
CMBICJIE O0IIMEe TPUMOPAUM JICTIECTKOB U THIYMHOK Y
Pisum (cM. HIXE) MOXHO MHTEPHPETHUPOBATh Kak
omacto3oHnbl (Tucker, 1989b).

IIpu yBenuuyeHun pazMepoB (opaibHOU Mepu-
CTeMbl 3UTOMOP(HBIX 11BeTKOB BOOOBBIX 3a4acTyo
MPOUCXOAUT HWMEHHO pacliupeHue OJIacCTO30HBbI,
MO3BOJISIIONIEE 3aJI0XKUTh OOJIbIIIE OPTaHOB B €¢ Mpe-
nenax. CiencTBUEM CTaHOBUTCSI HapyllleHUE pery-
JIIPHOTO 4YepelloBaHUsl OpraHoB B Kpyrax. Tak, npu
dacuuanuu uBeTka y Lupinus BMECTO OIMHOYHBIX
TBIYMHOK MOTYT pa3BUBATbCS Mapbl, U UMEHHO Taphbl
TBIYMHOK OJIHOTO KpYra YepeayloTcsl ¢ ONMHOYHbIMU
WJIM MapHBIMU ThIMMHKaMU Apyroro (Sinjushin et al.,
2019). CxonHasi, XOTS M COBEPIIEHHO HE TUIUYHAS
11 BoGOBEIX KapTrHA HAOJIOJaeTCsI B OYSHb HEeCTa-
OMJIBHBIX ITO YMCJIy OpraHOB LiBeTKax Mendoravia,
Dialioideae (Zimmerman et al., 2013). BeposiTHo,
MPOU3BOJIHBIMY €IUHOMN 6JIACTO30HBI SIBJISIIOTCS J1Ba
aJaKCUaJIbHbIX JIETIECTKA U eANHO Xe — JIBa TUI0J0-
JmcTuka y Swartzia dipetala.

INpencraBiaeHns1 00 UBMEHEHMUSIX MMOJIHOTHI LIBETKA
chopMUpOBaHbl MPEUMYILIECTBEHHO Ha MaTepuase
akTMHOMOP(dHBIX 1IBETKOB (Hy0, 2010) 1 B mpuHIIUIIE
MOTYT OBbITh ANIPOKCHUMUPOBAHbl Ha TaKue LIBETKU
bob6oBpeix. Hanbonee BeipaxkeHHOE 0OeTHEHNE 1IBET-
Ka JOCTUTAETCS MPU PeAYKIIMU JIETIECTKOB U OTHOTO
Kpyra TeranHOK (Ceratonia). Pedb uneT uMeHHO 00
abjlacTe HeIOCTaloIIUX OPraHOB, a HE O JeJeluu
kpyros (Hy6, 2010). B nmpoTuBHOM ciiydyae TBIMUHKU
eIUHCTBEHHOTO Kpyra B 1iBeTKe Ceratonia mpaBUJIbHO
yepeaoBaIuch Obl C YallleJMCTUKAMM, YEero He Ha-
Omonaercs B peasibHOCTH. IIpu cToxacTuyeckux Ko-
JiebaHUsIX B CTPYKType aKTUHOMODPMHBIX IIBETKOB
Bo60BBIX MEPHOCTH Y MPOTUBOJIEXKAIIIMX KPYTOB (Ha-
MpUMep YallledKu M HapYXXHBIX THBIYMHOK) 4YacTo
KoppeJiupyeT CUjibHee, yeM y dyepenayroimuxcs (Sin-
jushin, Karasyova, 2017). ¥ HEeKOTOpPBIX CIIeLIMAIN3U-
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poBaHHbIX Papilionoideae (Harpumep Astragalus) ne-
MEeCTOK U IIPOTUBOJIeKAIlasl eMy ThIYMHKA 00pa3yIoT-
cs1 U3 equHoro npumopaust (Movafeghi et al., 2011).

Boiblioe 3HaYeHMe NpUAAIOT IIOCIEI0BATEILHO-
CTHU 3aJI0KeHHUSI opraHoB y boOoBhix. B memom mis
IBETKOB BOOOBEIX XapakTepHO aKpoIneTajJbHOE pa3-
Butre. Kak mpaBuio, opraHbl B adaKCHUaJIbHOMN YaCTU
LBETKA MOSIBJISIOTCSI TIEPBBIMU 1 pa3BUBAIOTCS C He-
KOTOPBIM OINEpeXeHUEM; CIydar 0O0paTHOTO MOPSII-
Ka penku (Tucker, 2003b). YalieJucTuKu U pexe Jie-
MECTKU MOTYT 3aKJIaAbIBaTLCS B CITUPAILHOM TTOPSII-
K€, YTO CYUTAETCS IPUMUTUBHON OCOOEHHOCTHIO
(Tucker, 1984). Kpyropoe 3anoxkeHue opraHos (c mo-
MpaBKoOi Ha 60Jiee MHTEHCUBHBIE TEMITbI PA3BUTHUS B
abaKkCHaJIbHOI 4YacTH) MHTEPIIPETHUPYIOT KakK OoJjiee
MPOABUHYTYIO 4epTy. OTMEYAIOT OOLIYIO TEHAEHIINIO
K YCKOPEHUIO pa3BUTHSI, KOTIA OpPTaHbl pa3HBIX KpYy-
roB 3aKJIadbIBalOTCS OJHOBPEMEHHO — HaIlpuMmep,
IJIOOOJIMCTHUK TIOSIBJISIETCSI OOHOBPEMEHHO C THIYMH-
KaMM HapyXHOro Kpyra WIM Oaxe JeIecTKaMu
(Tucker, 1984; Prenner, Klitgaard, 2008). HekoTopo-
ro JIOTUYECKOI'O 3aBEpIICHUS 3TO HaIlpaBJICHUE HO-
cturaety Pisum (M HEKOTOPBIX IPYTUX YWICHOB KJ1aIbl
IRLC) B BuIe Tak Ha3bIBaeMBbIX OOILINX TPUMOPIVIEB
(Tucker, 1989b). Ilocne 3aoXXeHUsT YallleJIUCTUKOB
OOHOBPEMEHHO C IUJIOJOJIMCTUKOM OOpa3yloTcsl ue-
TBIpE TIPUMOPINSI, KOTOPHIE 3aTeM al0T HAa4YaIo BEH-
YUKY U TBIMUHKAM.

XOTsI B NOCeA0BAaTEILHOCTH 3aJ10KEHNSI OPTaHOB
nBeTka y BoGOBBIX MOXHO BBIIEIUTHh apXaldyHbIe U
MMPOABUHYTHIE TTATTEPHBI, OTOOPY B TIEPBYIO OUepeab
nonBepraeTcsl Ae(UHUTUBHOE COCTOSIHHME IIBETKA.
Ha sTOoM ypoBHEe MOXHO KOHCTAaTHUPOBAaTh SKBUMDU-
HAJIBHOCTbh: OAWHAKOBBIN TUTAH CTPOSHUSI TOCTUTAECTCS
HE3aBUCUMO OT T0C/IeI0BATeIbHOCTH, B KOTOPOii Ha
dropapHON MepucTeMe TOSIBISIOTCS TPUMOPINMN.
CoBpeMeHHbIE TIpeACcTaBIeHUsI 00 3BOJIIOLMU II0-
psiaKa 3aJI0KEHUsI OpraHOB 1IBETKA TAKXKE CXOASTCS B
TOM, YTO MEPEXOI MEXIY Pa3TUIHBIMH MaTTepHAMUT
MTPOMCXOIMJI JIETKO U B UTOTE IMTOPOAMII BBICOKU I ypO-
BeHb romoruiazuu (Pemuzona, 2019). MMeroTcs Ha-
O.TI0IeHUST BEICOKOI Bapra0eTbHOCTH MOPSIIKA 3aJ10-
JKeHUS B TIpefiesiax OHOTO OpraHu3Ma. DTO KacaeTcs
HE TOJILKO TaKCOHOB C XaOTUYHBIM MOpP(OreHe30M
nBetka, HanpuMep Gleditsia n Ceratonia (Tucker,
1991, 1992), HO M BHOJHE TPAOUILIMOHHBIX IIBETKOB
Astragalus (Naghiloo et al., 2012). U3MeHYUBOCTh B
TMOPSIAKE 3aIOKEHUS JaIlleJIUCTUKOB y A. compactus
CBSI3BIBAIOT C MEXaHWYECKMM HaBJIEHWEM, KOTOpOe
OKa3bIBaeT KPOIOIIUl JIUCT coliBeTusl. Takum obpa-
30M, MPOCTPAHCTBEHHO-BPEMEHHON IMaTTepH 3aJIo-
KeHUST TIPUMOPINEB HE SIBIISIETCS ONpPEnesIsIONInM
JUJISI CTPYKTYPBI M (DYHKLIMU 3PEJIOro 1IBETKA.

SAKJIKOYEHHME
M3ydyeHue pa3BUTHs IBETKOB B ceMelicTBe bobo-
BBIX TIPEACTABIISICT COOOM, TTOXAITyil, OMMH U3 CaMBIX
BIEUATIISIONINX YCIIEXOB evo-devo B OMOJIOTHUM pac-
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teHuii. [Iporpecc B cucreMaTuke cemMeiicTBa couera-
eTcs C JeTallbHbIM M3y4yeHueM Mopdoaorum u
MopdoreHesa B KIIIOUEBBIX I'PYMIIax, C OOHOM CTOPO-
HBI, ¥ C TEHETUKOM Pa3BUTHSI MOACIHHBIX OOBEKTOB — C
npyroit. Takoil 1Toaxo/ Mo3BOJISIET OMHO3HAYHO yCTa-
HOBUTb, KAKII€ COCTOSIHUSI IPU3HAKOB ObLIN UCXOIHbI-
MU, a KaKre — IIPOU3BOIHBIMHU. Bo MHOTHX clTydasix
MOXHO YBEPEHHO MOCTYJIUPOBATh MOJIEKYJISIPHBIA
MeXaHHU3M TOTO UJIM MHOTO IMpeoOpa30BaHMUsI.

ITo cyrn, Ha npuMepe BOGOBBIX MOXHO BUIETh
CBOETO poda MHBEPCUIO METOHOJOTUM 3BOJIOLIOH-
Hoit ouosiornu. Bekamu Mopgonorus aexajaa B oc-
HOBE CUCTEMAaTUKH1, OJHAKO XOPOIIIO U3BECTHOI MpPo-
0JeMOIi ocTaBaJlaCh HEBO3MOXKHOCTh PaHXXMPOBATh
Mopdoaornyeckue MNpU3HAKM 10 MX 3HAYMMOCTH.
ITomexoit ocTaBajiach roMoruia3usi — JHIIb B MO-
cllemHuEe OECATWICTHUSI CTaJl MOHSITHBIM €€ MCTUH-
HBI, BeCbMa BBICOKMI ypoBeHb. PujioreHeTMKa U
dUuITOreHOMHUKa MO3BOJISIIOT OTHO3HAYHO PEKOHCTPY-
MPOBaTh XOH SBOJIOLNN TaKcoHa 1 AuddepeHLIpo-
BaTb MOP(OJIOrMYECKUE IMPU3HAKU Ha apXandHbIe U
MPOU3BOAHBIC. SIPKIi1 MpHUMep TaAKO UHBEPCUU — TOT
MyTh, II0 KOTOPOMY HIET M3Yy4YeHME II0JICEMEICTBa
Dialioideae. 3HauuTeIBHBIN, JTOCTUTHYTHIM COBpE-
MEHHBIMU METOJaMU aHaJIM3a FTeHOMa — U yMelllalo-
LINIICS TI0 CYTU B OJHY ITyOJIMKAIINIO — IIPOPHIB B CH-
CTeMaTHUKEe 3TOM HEOOBIYHON TPYITITHI TTO3BOJIMII pe-
KOHCTPYMPOBATh XOJ 3BOJIOLMM IIBETKa B Heil u
MPEIJIOKUTh €€ B KAYeCTBE MOJIEIM B OMOJIOTUM pa3-
BuTUsA boboBbix (Ojeda et al., 2019).

3a 1rociieTHIE TeCITUIIETHS cTajia OOIIeTpU3HAH-
HBIM (paKTOM BBICOKAsl CTENEHb 3KBU(MUHAIBLHOCTU
¢mopanbHOoro MopdgoretHesa boOoOBBIX Ipu Bapua-
OETBbHOCTH MPOMEXKYTOUHBIX cTaguii. TUITMIHO MO-
TBUJIBKOBBIIA BEHUMK, KOTOPBIi 10 CYTU U SIBJISIETCS
MIpeaIMETOM 1 UTOTOM €CTECTBEHHOTO 0TOOpa, MOXKET
OBITH C(OPMUPOBAH Ha OCHOBE pa3HOIl ImocienoBa-
TEJIbHOCTY 3aKJIaJKU OPTaHOB.

HUccnenpoBanue npetkoB Leguminosae BCKPBIIO
KOJIOCCAJIbHBIII YPOBEHb I'OMOILIA3MM, IMTEILHOE
BpeMsI MeIlIaBIINii IIOCTPOEHUIO HEIPOTUBOPEUYNBOI
cucTeMbl cemelicTBa. HpIHeITHMIT ypOBEeHb pa3BUTHS
JIETYMUHMCTUKU yXXe He IT03BOJISIET CYUTATh, HAIIPpU-
Mep, aKTUHOMOP(HBII IBETOK €TMHOOOPa3HBIM JIJISI
BceXx BOOOBBIX SIBJIEHMEM W WHTEPIIPETUPOBATH €ro
KaK OJHO3HAYHO ApeBHee (WU, HAIIPOTHUB, OIHO-
3HAYHO IIPOM3BOAHOE) cocTossHue. KoHBepreHTHO
BO3HUKAIOT aKTUHOMOP®US, HE AeJIMMasi Ha OTACb-
HEBIC 2JIEMEHTHI YallleyKa, IOJIMMEPHBII WX TEM WA
WHBIM 00pa30M peayHIrpOBaHHBIN aHAPOLIE, IO~
MEPHBI TUHELEH.

3uroMopdHBIN TMATAWICHHBIA NSTUKPYTOBOM
LIBETOK SIBJISIETCSI HECOMHEHHOI CUMILIe3noMopdu-
et boooBEIX. BeposiTHO, 3uromMopdHasi CUMMETPHUST
1IBETKAa BO BCEM CEMEMCTBE MOMIECPXKUBAETCS OJHUM
U TEM K€ PETYJSITOPHBIM MEXaHU3MOM U COYETAETCS
C IOMOJHUTENbHOM cTabunuzauueilt crpoeHust. On-
HaKO B pa3HbIX IPyIIax CUMMETPUS 1IBETKA pa3Hbl-
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MU IIyTSIMA MEHSIETCSI Ha aKTHHOMOPGHYIO, U 3a4a-
CTYI0 BO3HMKAET CXOJIHBIN Habop armoMopduii: 1ia-
CTUYHBII MOPSIAOK 3aJI0XKEHUSI OPraHOB B pa3BUTUU,
BapuabebHOEe TNOJOXEHWEe MEeIWaHHOIO Yallle-
CTMKa W IIBa TIJIOAOJMCTUKA, HeCTaOWIbHasT Mep-
HOCTb B pa3HBIX Kpyrax, MOJUMEpHBIE aHOpoOleil 1
rmHenei. DT ocobeHHOoCcTH B ceMeiicTBe boOoOBBIX
COCTAaBJISIIOT CBOCOOPA3HBIN CUHAPOM HECTAOMIIBHO-
CTH, KOTOPHIII BO MHOTHMX CJIydasX OKa3bIBacTCS B
aJaNTUBHOM CMBbICJIe HE MeHee LIEeHHBIM, YeM UCXOI-
HO 3uroMop(dHOEe U CTAOMIILHOE CTPOCHME IIBETKA.
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Evolutionary History of the Leguminous Flower
A. A. Sinjushin*
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The contemporary evolutionary developmental biology includes molecular phylogeny, studies on morpho-
logy and morphogenesis, genetics, and genomics. The most reliable conclusions about main trends of floral
evolution can result from investigations of highly polymorphic group, which is characterized from the posi-
tions of both modern systematics and molecular developmental biology. The legume family, Leguminosae, is
a group of such kind. It demonstrates an outstanding variation in flower structure. The ancestral floral struc-
ture in this family includes monosymmetry, pentacycly, with pentamerous perianth and androecium, and a
monomerous gynoecium. However, distinct evolutionary lineages resulted in origin of polysymmetric peri-
anth, different patterns of staminal reduction or polymerization, as well as multicarpellate gynoecium. A
strikingly high level of homoplasy is revealed in Leguminosae. Besides the existing evolutionary tendency to
stabilize floral structure, the exact “instability syndrome” evolved repeatedly, associated with a polysymme-
try and characterized with a highly variable number and position of floral organs.

Keywords: actinomorphy, floral merism, homoplasy, polymerization, reduction, symmetry, zygomorphy
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B nepBoM ImoKoJIeHNM MEXPOIOBEIX THOPpUAOB IUIOTBBI Rutilus rutilus L. n mema Abramis brama L. panee
YCTAHOBJIEHO HapyllleHMe KOAOMMHAHTHOIO HacjienoBaHus sipepHoro mapkepa ITS1 pubocomnoit JIHK
(pAHK) ¢ dukcammeit omHOro poauTeIbCKOro BapraHTa. [1py cpaBHEHUM peLIUIPOKHBIX CKPEITUBAHUIA
MOKa3aHO, YTO TOMO3UTOTHI PETMCTPUPYIOTCSI CO CTAAUM TacTPyJIbl M Ha BCEX MOCICAYIOIINX CTATUSIX M-
OpUOHAJIBHOTO PAa3BUTHS TOJIBKO B CKPEIIIMBAHUU CaMKa JIell] X caMell TJIOTBA, YTO YKa3bIBaeT Ha Hepelu-
MPOKHBIN Xapakrep notepu dparmeHta ITS1 1 Ha BIMsSHUE SIIEPHO-LIMTOILUIA3MATUYECKUX B3aUMOIEH-
crBuit. [1pu 3ToM nsmenenus 3arparubatotr pJIlHK rubpuna, nepengaHHylo Kak oT caMiia, TaK U OT CAMKHU.
Ha cranuu ceroseTka oTMeuaeTcsi CHUKEHHE YMCIIa TOMO3UTOT JIell X IJI0TBa C TOMUHUPOBAHUEM Bapu-
anta ITS1 camku neiia, 4To MOXET CBUAETEILCTBOBATh O HU3KOM XXM3HECITOCOOHOCTU NTaHHBIX OCOOEIA.
B ciryyae ¢ukcaruu ITS1 moTBEI, 4TO YCTAaHOBIEHO y ruOpuaHoi caMku QAR (A. brama X R. rutilus),
MOXHO OTMETUTbh XMN3HECTIOCOOHOCTD, (hepTUIHLHOCTh U TOMUHUPOBAHUE psifia MOP(OTOTUYECKUX TTPU-
3HAKOB IIJIOTBBI Y 0COOM AaHHOro reHotuna. I'eHotun QAR moaTBep:KaeH, IO aHAJIU3y paclleruieHus, B
MMOTOMCTBE BO3BPATHBIX CKPEIIMBAHUI C caMllaMU TIJIOTBHI 1 jieta. [Ipenrosaraercsi, YTo OTCYTCTBME aM-
MdUKalMu OJHOTO U3 pOoaUTeNbeKUX (hparmeHToB ITS1 CBsI3aHO ¢ BBICOKUM YPOBHEM IOJIMMOpGhU3Ma
ITS1-pernonay semia u y ruOpUIOB Jiell] X IUIOTBA, YTO YCTAHOBJIEHO paHee, U C pa3IMuMeM PeryasiTOPHBIX
MEXaHU3MOB POJIUTEIBCKUX TeHOMOB. OOCYXIal0TCsI BO3MOXKHBIE MPUYUHBI PA3JIMYHON M3MEHYMBOCTHU
ITS1 pIHK y TuGpnaoB B pelIMIPOKHBIX CKPEITUBAHMSIX.

Karoueswie crosa: Cyprinidae, oTnajieHHasi TuOpuan3alusi, TMOPUIbI IIEPBOrO MOKOJIEHUS, JTOMUHUPOBA-

HUE PUOOCOMHBIX TEHOB
DOI: 10.31857/50042132421010233

BBEAJEHUWE

MynerureHHoe cemeiictBo sinepHoi pJAHK Hau-
0oJsiee 4acTo MCHOJb3YeTCsl MPU U3YyYEHUU TOoCIIel-
CTBUIA MexBuaoBoil rudbpunusanmuu (Buckler et al.,
1997), koTopasi B CBOIO ouepellb HEPEAKO OIpenesi-
eTcd KaK HanuboJjee CylIeCTBeHHBIN (DaKTOP 3BOJIO-
muu pJIHK (Skalicka et al., 2003; Robles et al., 2005),
MOCKOJIbKY MOTEHILIMAJIbHO MOXET BbI3bIBaTh OoJsiee
3HAYMMBbIE MIEPECTPONUKU T€HOMA U OBICTPYIO €TO pe-
OpraHu3alrio, YeM IyrinKalluy TeHOB UJIM BCETo Ie-
HoMa (Song et al., 1995; Mable, 2013). I'enst pPHK
CTPYNIIMPOBaHbl B JJIMHHbIE TaHAEMHbIE MOBTODHI.
OO6111ee YMCI0 MOBTOPOB U YPOBEHb TPAHCKPUIILIUU
PUOOCOMHBIX FT€eHOB BUIOCTIELIU(MDUUHBI, YTO KOHTPO-
mupyercss PHK-nmonmumepazoii I (Kobayashi et al.,
1998). Kaxxnast rpaHckpunimonHas enuauia pJlHK
cocrouT U3 Tpex reHoB (18S, 5.8S, 28S), pasneneH-
HBbIX JBYMS BHYTPEHHUMHU TPaHCKPUOUPYEMbIMU
creiicepamu (ITS1 u ITS2). Cuuraercst, 4TO TUOpU-
IU3alus U MOJUIUIOUANS] CIIOCOOCTBYIOT HETIOJHOM
peain3aliii MEXaHU3MOB COIIACOBAHHOTO Pa3BUTHS
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tanneMHbIX moBTopoB pJAHK (Campbell et al., 1997),
KOTOpKIE 00eCIIeYBaIOT TOMOTI€HU3aNIO (MICHTUY -
HOCTb) HYKJICOTUIHOI MOCJIEAOBATEIbHOCTU BCEX
TpaHCKpuUNUMOHHbIX equHul pJIHK BHyTpu reHOMa,
nomyisuuu, Buaa (Hillis, Dixon, 1991). BcaencrBue
3TOI0 B IIEPBOM MOKOJICHUN MEXBUIOBLIX THOPUIOB
(F1) >XMBOTHBIX U pacCTeHUM HAOIIOMAIOTCS CYIIE-
CTBEHHBIE OTKJIOHeHMsI B HaciaemoBaHuu pAHK, a
TaK>Ke TaKKe IIePEeCTPOMKY TeHETUIECKOTO MaTepura-
JIa, KOraa CTpOeHHe TeHOMOB He 3aHUMAaeCT IIPOMEXY-
TOYHOTO MOJOXEHHUS U OTJIMYAETCS OT O0OMX POIU-
Tenbckux BumoB (BnanpraeHckasi, Kemposa, 1982;
YenomuHa u np., 2008). ¥V rubpumoB oTMevaroT mo-
BBILLIEHME HYKJICOTUIHOIO ITOJIMMOP(GU3Ma KaK KOH-
cepBatuBHOoTrOo KomnoHeHTa 18S pPHK (Yemomuna
u 1ap., 2008; Krieger, Fuerst, 2004), Tak 1 6oJjiee Ba-
puadesIbHOTO BHYTPEHHETO TPaHCKPUOMPYEMOTO
crueiicepa ITS (Jlymannusiii, 2008; Campbell et al.,
1997; Pereira et al., 2014) naxke mpu OTCYyTCTBUM U3-
MCEHYMBOCTHU Y pOAUTEILCKMX BUAOB (Arnheim et al.,
1982). Ha ¢dyHKIIMOHAJIBHOM ypOBHE B3aUMOJIEHi-
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CTBHE MeXIy poauTeabckumu tokycamu pJIHK B ru-
Opuaax IPUBOAUT K cailieHCUHTY (IuddepeHIIaab-
HOM TPaHCKPUIILINU T€HOB), U3BECTHOMY KaK SIIep-
Hoe nmomuHupoBaHue (Navashin, 1934; Volkov et al.,
2007).

M3-3a TaHAEMHOTO XapakKTepa CTPOSHUsI KJIacTep
prOOCOMHBIX TEHOB B OOJIbIIIEIi CTEIICHU ITOIBEPXKEH
pekombuHaumu (Kobayashi, 2006). PesynbraTtom pe-
KOMOWHAIIUM MOTYT OBITh TOYSYHBIC MyTall1, BCTaB-
KW/IeJIelnd, TIEpEeCTPOKY 1 OOMEH IIOBTOPaMH, YTO
W3MEHSET pa3Mep TIe€HOMa, [UIMHY CHeHCepHBIX
YY4aCTKOB M OKa3blBaeT BJIWSIHUE Ha JIJIUTEIBLHOCTD
KJIETOYHOI'O IIMKJIa, CKOPOCTb pa3BuUTUs U audde-
pPEeHLMAIBHYIO aKTUBHOCTH reHoB (benHerr, 1986;
Navashin, 1934; Cluster et al., 1987). I1pu aTom u3-3a
BaxxHoi posu p/IHK B OuoreHese pubocoM reHoM-
Hasl CTaOMJILHOCTb MacCHBa TaHIEMHBIX IIOBTOPOB
crtporo KoHTpoaupyercs (Gangloff et al., 1996), eciiu
IIPOUCXONAT YOaJICHUSI WIA BCTaBKU IIOBTOPOB, B
OOJIBIIMHCTBE CJIy9aeB OpraHM3M CIOCOOEH BOCCTa-
HaBJIMBaTh UX YUCJIO K ypoBHIO AuKoro Turma (Rod-
land, Rassell, 1982; Kobayashi, 2006). B ciyuae ¢puk-
calliy MyTallud HEMEHIEJIEBCKUIA CIIOCO0 HacCJIem0-
BaHUsI, XapaKTePHbIi JJI1 MYJIbTUTEHHBIX CEMEICTB,
CITOCOOCTBYET €€ pacIpOCTPaHCHUIO B IIpeAcsax Ie-
HoMa, nolryisinuu v Buna (Joysep u ap., 1986), uro
CBUIETEJILCTBYET O BO3MOXHOCTU OBICTPOIi T€HOM-
HOM 3BOJIIOLUM IIPU MHTPOTPECCUBHOI rHOpUIm3a-
muu (Pereira et al., 2014).

MexponoBsie TMOPUABI TIITOTBHI Rutilus rutilus L.
(Cyprinidae) u newa Abramis brama L. (Cyprinidae)
KM3HECIOCOOHBI KaK B IIEPBOM, TaK U B ITOCJICAYIO-
X TTOKOJICHUSIX W MPEACTABISIOT CO00i yIOOHYIO
MOJIe/b JISI U3y4eHUsI TPOLIECCOB peopraHu3aliuu
reHoMa Ha ypoBHe pIHK B CBsI3U ¢ BBICOKMM ypOB-
HEM IMBEPreHIIMM T€HOMOB POIMTEILCKUX BUIOB
(Bianco et al., 2004; Ocalewicz et al., 2004). Pazmep
reHOMa Jiellla, KOTOPBIil Y 3YKapUOT IIOJIOXKUTEIBHO
KoppemupyeT ¢ KonndectBoMm kKonmit pJIHK (Proko-
powich et al., 2003) u reHeTUYECKOI U3MEHYUBOCTHIO
(Pierce, Milton, 1980), mpeBbilIaeT TeHOM TLIOTBbI B
1.3 paza (I'mnarynuH, 1984; Gregory, 2013). Ilpu
OIVMHAKOBOM KOJIMYECTBE XPOMOCOM 3Ta pa3HUIla
YKa3bIBaeT Ha TO, YTO IJISI PETYISITOPHOM (DYHKIINU Y
JIelIa JOCTYIHBI OOJbIIME KOJIMYECTBA ITOBTOPSIIO-
meiicsa JIHK, yeM y TJIOTBBI, YTO MOXKET CITOCOOCTBO-
BaTh OOJIbIIIEMY pa3HOOOPA3MIO MOBTOPOB KaK pery-
JISTOPHBIX 3JieMeHTOB (Olmo, 2006).

HeiictBuTtenpHO, T1ociaenoBareapHocT  ITS1
pAHK m10oTBBI U Jellla AeMOHCTPUPYIOT TeHEeTUYe-
CKYI0 HEOTHOPOOHOCTh WHAWBHUAYAIbLHBIX KOIIMIA,
P 3TOM U3MEHYMBOCTD B OOJIBIIIEH CTETIEHU BhIpa-
JKeHa y Jiellla U TMOPUIOB JIel X IJIOTBa, YeM Y IIOT-
Bbl 1 ruOpunoB miorBa X jemr (Jlymannsrii, 2008;
Wyatt et al., 2006). B tononHeHue K 18ym (A u B) Tu-
nam ITSI1-mocieqoBaTeIbHOCTU Jiellla U3 AHIJIUU
(Wyatt et al., 2006) B reHOMe BOJIXCKOTO JIeIla Haii-
JIEHO HECKOJbKO YHUKAIbHBIX, 3HAYMUTEIbHO IUBEP-
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rupoBaBmnx Kormiii ITS 1, 9To mo3BoJIsIeT IIpeamnoia-
raTh CylllecTBOBaHUE TpeTheil JuHUM (JIymaHHBINA,
2008). Bnicokuii ypoBeHb pazHOOOpa3usi raruioTH-
noB B ITS-ygacTke MOKeT OBITh CBSI3aH C HAJTUIAEM
y IMIUIOMIHOTO JIEIa CKPHITHIX pa3pbiBoB B 10% 3BO-
JIIOIIMOHHO-KOHCEPBAaTUBHOTO  KOMITOHEeHTa  28S
pPHK. Cuurtaercsg, 49TO paspbIBBI CIIOCOOCTBYIOT
panHeit perpampaumu pPHK, cHmxas temM caMbiMm
CUHTEe3 OeJIKa M IPOTUBOACHCTBYS BPEIHBIM I1OCIIE I~
CTBUSIM yBenndeHHus KojmmdectBa simepHoit JIHK B
xoje 3BooLU. Pa3pheiBbl B KoMIIOHeHTax 28S u 18S
pPHK mnpwu paspyuieHurn BTOPUYHON CTPYKTYpPHI
MPUBOIIT K TIIOSBICHMIO CTPOTO OIpeaeIeHHBIX
¢parmenToB PHK. OmbITEI 110 KOHKYPEHTHOM TH-
Opuamnzaluu HemeueHbix parmeHToB PHK 1 Meue-
Hbix '] 28S u 18S pPHK c o6wieit JHK nokazanu,
yto pPHK 1 MmuHOpHBIe KOMITOHeHTHI PHK 3akomu-
poBaHbI B omHOM 1 ToM 3Ke yyacTtke JIHK (Jleiimonbar,
IImuatke, 1986). C y4yeToM TOro, 4TO BTOPUYHAsS
cTpykTypa obpasymwiieiicas PHK onpenensietr Heciy-
YJaHBIA XapakTep MyTallMOHHOTO npouecca B I'TS-
yyacTtke (AkceHoB, CriupumoHoB, 2013), Hanmuuue
pa3pbIBOB MOXET MMETh K 3TOMY IIPOLIECCY HEIIO-
CPEACTBEHHOE OTHOIIICHUE.

g wmneHTHUKAIINKA TIPUPOIHBIX TUOPHIOB
TUIOTBBI U JIela C y4eTOM U3BECTHBIX TaIlJIOTUITOB pa-
Hee pa3paboTaHbl BUAOCHEeUM(pUISCKUE MIpaiiMepbl
(Wyatt et al., 2006). I1pu ncnonab30BaHUN TaHHOTO
Habopa mpaiiMepoB B TIOTOMCTBE BKCIIEpHUMEHTalb-
HBIX THOPUIOB JIeI X IJIOTBAa HAMM YCTaHOBJIEHO OT-
CYTCTBUE aMIUIM(PUKALIMU OJHOTO U3 POAUTETHCKUX
ITS1 pIHK B panHem pazputum (CiabiHbKO, CTOJI-
oyHoBa, 2010). B HacTos1Ieit paboTe IIpoBeIeH cpaB-
HUTEeNbHBINM aHanu3 HaciaemoBanusg ITS1 pJHK B
MOTOMCTBAaX PELMIIPOKHBIX 3KCIIEPUMEHTAIbHBIX
CKpelMBaHUii (Jiell X IUIOTBa, IMJIOTBa X Jell) Ha
CTaausIX paHHETO OHTOreHes3a u ceroyerka (0+), yro-
OBl OLIEHWTh BKJIaJ LIMTOMJIa3MaTUYECKOU Haciel-
CTBEHHOCTH, a TaKKe Y TUOPUIOB BO3BPATHBIX CKPe-
IIABaHWUM, KOTOPHIC TTOJyYeHBI OT THOPUITHOM TOMO-
3UTOTHOI caMKWU Jiell X TioTBa. Ha maHHOM 3Tame
HaM HE M3BeCTHA MMPpUYMHA ITOJaBJICHUsI CUHTE3a OJI-
HOTO U3 POAUTEIbCKUX (pparMeHTOB B IIEPBOM MOKO-
JIEHUU TUOPUIOB IUIOTBBI U Jiellla, HO MCMOJIb30Ba-
HUE METOJOB TMOPUI0IOTNYECKOro 1 MOP(OIornye-
CKOIO aHaJM30B, HECOMHEHHO, IIPEIOCTaBJIsSIECT
OoJiblile THGOPMALMU O JAHHOM SIBJICHUU.

MATEPUAJIBI U METO/ bl

T'ubpuasr nepBoro nokojieHus (F1) mony4yeHsl B
PEeLUUITPOKHBIX MEXBUIOBBIX CKPELIMBAHUSIX: JIelT X
x mnoTtBa (AR — QA. brama %X 3R. rutilus, QA1 X 3R1,
QA2 X 3R2, 2A3 X 3R3) m muorBa X nem (RA —
— QR. rutilus X 3A. brama, RR1 X 3Al, QR2 X 3A2).
st mpoBeeHUs1 CKpEeMBaHUKM UCTIOIb30BaIU MO~
JIOBbIE TIPOJYKTHI CAMOK U caM1IOB R. rutilus i A. bra-
ma (Bo3pacT 4+) V ctaguu 3peioCTy, BEUIOBICHHBIX
B Havajie Mast BO BpeMsI HepecTa B PeIOMHCKOM BOXp.
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(SIpocnaBckas o0i., Poccus). JIBa motoMcTBa 03K-
kpoccoB (Fb) momyyeHs! B ckpenuBaHusx QAR ¢ 3R
u 3A. T'mOpugHas camka mojlydeHa B 9KCIIEPUMEHTE
¥ BBIpallieHa OO0 MOJ0Bo3pesioro cocrosHus. Iloio-
BbI€ TIPOAYKTHI CAaMKM ObLIM pa3AcjieHbl Ha IBE Ya-
CTH; OJHY 4YacTh CMEIIMBaJIA CO CIIEpMOII camiia
IUIOTBBI, OPYIYI0O 49acThb CO CIIEPMOI camlia Jela.
O1u10g0TBOPEHNE MPOBENCHO CYXHMM CIIOCOOOM IIO
CcTaHAApTHOM prIcoBogHOM MeTonuKe (Ps6oB, 1981).
ITocne orbopa IOJIOBBIX HPOAYKTOB ITPOM3BOIUTE-
JIeii HyMepoBaJld M 3aMOpakKuMBaJi, a OIJIOJOTBO-
PEHHYIO UKpPY ITOMEIIAJU B OTHEIbHbIC KPUCTAJIIN-
3aTtopnl (mumametp 50 cM, BeicoTa 15 cM) ¢ Bomoit U3
BomoxpaHuauiia, mo 2500—3000 uKpuHOK B KaxK-
JIOM, TJIe BBIICPKMBAJIK OO IOTHOIO paccachIBaHUS
XeaTrouyHoro memka. MHKyOanuss nKpbl OCyIIEeCTB-
JIslach B YCJIOBUSIX TIOCTOSIHHOIO BOJOOOMeEHa
(cMeHa Bonbl 3 pa3a B CYyTKHM), KOHTPOJISI KOHIIEH-
Tpaouyd KHUCJIOPOAa, KUCIOTHOCTA U TeMIIEPaTyphl.
CpenHsisi TemrepaTypa BOABI BO BpeMsl MHKyOalluM
SMOPHUOHOB ObLTa MPUOIVKEHA K TIPUPOTHBIM yCJIO-
BUsIM U coctapisiia 17.5 = 1.5°C (M £ m). BerkuBae-
MOCTb KOHTPOJMPOBAIM Ha CTaAMSIX JUUUHKU (I10-
cJie BBIKJIEBA U ITO30HEN 0J1acTylibl) U cerojietka 0+,
yro omnybOimkoBaHO paHee (CnbiHbKO, CIBIHBKO,
2010). Ycmex onjgomoTBOPEHUST OIpEnesiicsl TJlaB-
HBIM 00pa30M KavyeCTBOM MOJIOBEIX HNpoayKToB. Co
CTaAuM CMEIIAHHOTO TUIIA IMUTAHUS JUIMHOK II0JI-
KapMJIMBaJIU UKUM TJTAHKTOHOM, 3aTEM ITOMEIIaIn
B OTKPBITBIE BEIPOCTHBIE ITPyabl (n = 600 Ha IuIoaghb
600 M?) ¢ pegBapuTeabHOi akkimManueil. [lorom-
CTBO KaXIIOTO CKPEIIMBAaHUS COEPXKAJIOCH B OTACIb-
HOM TIPYIYy ¢ Mas 110 OKTSI0pb. ITocie crmycka Bogbl He
meHee 200 ceronetkoB (0+) KaxXmoro CKpelirBaHUs
MOIYYE€HO U 3aMOPOKEHO.

JAHK BbIIENSIM U3 CKEJIETHBIX MBI METOAOM
deHom-ximopodopMHoii 3KkcTpakimu (Mathew, 1984) y
MPOU3BOAMTEIICH IUIOTBBI 1 jieia (n = 14), y mojioBo3pe-
JIBIX TUOPUIHBIX caMoK 1 camiioB F1 (Jiemr X rroT-
Ba, n = 8 W IJIOTBA X Jiell, n = 6), Y CETOJIETKOB pe-
munpokHbIX THO6pUIoB F1 (n = 81) u Fb (n = 86), a
Takke u3 MKpsl (n = 10), sMO6proHoB (n = 59) u au-
yuHOK (n = 90). B ckpemmBanusx QA X 3R (33 mr.)
u 2R X 3A (34 mt.) oT60p NpoO MPOM3BOAUIM IO
CTaIusIM pPaHHEro pa3BUTUSI: HEOIUIOJOTBOPEHHOI
nkpel (HN), npobmenuss — 40 MUH IIOC/E OIUIOMO-
tBOopeHus (I P), mopysnsl (M), ractpynsl (I'), aMOpu-
OH nepex BeikjieBoM (DI1B), sSMOpUOH € >KeJITOUYHBIM
MemkoM (DC2XKM), aMOpuroH 6e3 XKeJITOUHOTO MEIII-
ka (Ob2KM). I'mOpunoB Ha cTaguu CeroJieTKa IIpe-
BapuTEJIbHO aHAJU3UPOBAIN 1O TPeM MUKpoOcaTel-
mutHeIM Jokycam (CypG53, CypG48, CypG24),
YTOOBI TOATBEPAUTH POACTBO U MUCKIIIOUUTH 3aHOC
ClydaifHOTO TEHETUUYECKOTro MaTepuraja, MOCKOJbKY
TMOPUIIBI COAEPKATUCHh B OTKPBITHIX TIpyAax, YTO MO-
JIPOOHO OIMCAaHO B OTHEIbHOI padore (CTonOyHOBa,
2017). B HacToOsI11IeM UCCIIENOBAHUM TEHOTUITMPOBAaHE
ocobeii rmpoBomn 110 reHam sinepHoro (ITS1 p/IHK)
1 MUTOXOHApUaabHOro (tmroxpomM b Mt HK) rexo-
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MOB. AMIIIMPUKAIINIO BUIOCTIEIN(PUIECKNX (par-
MeHToB ITS1 pIHK nema (147—152 mH), MIOTBBI
(385—386 H) n BUmOCTIeIU(UIECKUX (PparMeHTOB
mutoxpoMa b (cyt b) mema (672 mH) 1 TIOTBBI (450
IMH) TPOBOAWIN METOIOM JIOKYC-CHeHUPUIeCcKO
nonaumepasHoii nenHoit peakuuu (ITLLP), cormacHo
METOJIMKE C UCIIOIb30BaHUEM IBYX IMPSIMBIX IIpaiiMe-
POB M OTHOT'O OOpaTHOTO, YHMBEPCAIBHOTIO IJII 000-
nx BumoB (Wyatt et al., 2006). Pa3nas mmmHa ¢par-
MEHTOB II03BOJIsIJIa BU3yaJn3upoBaTh ux B reie. I'e-
Hbl pIHK m10TBBI 1 JIe111a pacIiooXeHbl B paifoHe
SIIPBIIIIKOBOIO OpraHM3aTopa Ha KOHIIaX OAHOM Xpo-
MocoMHoit mapsl (Bianco et al., 2004). B cBsa3u ¢ paz-
OOIIIEHWEM TrarIOUIHBIX TEHOMOB Y MEXKPOIOBBIX -
6punos (bernerr, 1986) Bumoctermdnaeckuii ITS1
pAHK saBisieTcss MapKepoM SIAepHOTO TeHOMA PO~
TEJIbCKOI'O BUJA M MMEET KOAOMUHAHTHBIN TUIT Ha-
ciienoBaHust. CooTBETCTBEHHO, Y ruopuioB F1 mocie
00beIMHEHMS TAIUIOMIHBIX T€HOMOB IUIOTBBI U JIeIa
PETUCTPUPYIOTCS 00a pPOIUTEIbCKUX (parMeHTa
ITS1 p/IHK, yTo no3BoJisieT UCIob30BaTh pa3pado-
TaHHbIE IIpaliMephl IS UIACHTUDUKALIUU IIPUPOI-
HbIX TuOpuaoB (Wyatt et al., 2006). B moroMcTBe BO3-
BPaTHOTO CKPEIIVBAHUS OXMAAEMOE COOTHOIICHUE
TOMO- M rerepo3urot coctapisder 1 : 1. Craructuye-
CcKasl OlleHKa JOCTOBEPHOCTM pa3Iudrii MeXIy TeOo-
PETUYECKMM M SMITMPUYECKUM pacipee/icHUEM Te-
HOTHUIIOB B BBIOOpKax OG3KKPOCCOB IPOM3BOAMIIACH
npu romorm Kputepus 2 (Kusorosckuii, 1991).
Jons TTL P ncronp3oBaii cMech B 00beMe 25 MKJT, KO-
Topasi conepxkayna rotoBblii 10X Oydep “Fermentas”,
Jlutsa; 2.0 MM MgCl,; 200 MM dNTP; o 3.2 nMmoib
npaiimepoB; 0.9 en. Taqg-momumepassr “buonem”,
Mockaa; 50 or AHK. Ienarypauuio JJHK BoironHs-
mm 1ipu 94°C B TeyeHHME 5 MUH, C MOCJIEAYIOLIMMU
30 oukiramn cuHTe3a pparmenTa m1g ITS1 pIHK n
35 nmkoamm s cyt b MtJIHK: nenarypaumst — 94°C —
45 ¢, otxur — 64°C (cyt b) u 67°C (ITS1 pJHK) —
80 ¢, smonHranusa — 72°C — 60 ¢, KoHeYHas 3JIOHTa-
s — 72°C — 5 muH. [P nponykrer cyt b u ITS1
(GpaKIMOHNPOBAIM C TIOMOIIBIO I'eIb-3JIeKTpodope-
3a B 1.5%-HOM arapo3HoM rejie, cogepKaiieM Opo-
MucTbiit aTuanii (0.25 MKr/mi). DnekTpodopes mpo-
Bomun B 0y(dpepe TBE B Teuenmne 40 MUH IIpu HaIIpsi-
xennu 100 B.

Mopdonornyeckuii aHaau3 MpoBeJeH Mo KJItove-
BbIM JUArHOCTUYECKUM TPU3HAKaM Y POAUTEIbCKUX
ocobeil (A3, 3R3, AR, 3A, 3R) u y ceronerkon
ruopunoB F1 u3 motomctBa A3 X R3 (n = 48). na
CpaBHEHUS TIpUBeIeHbl MOP(MOJIOTUYECKUE TaHHbIE
CETOJIETKOB, TTIOJIY4EHHBIX B MEXXBUIOBOM (A X R, n=
= 50) u BHyTpuBUIOBBIX (A X A, n =40, R X R, n =40)
ckpemuBaHusix. U3Mepsnuch cieayroimue MepucTu-
YyecKMe MPU3HAKU: YUCIIO JIydeid B clTuHHOM (Db) u
aHaIbHOM (Ab) TUTaBHUKAX, YMCJIO TJIOTOYHBIX 3y00B
(d.ph.), 4ncio MMo3BOHKOB B TyJ10BUIIIHOM (Va) u xBo-
ctoBoM (Vc) otrmenax, oOllee 4YMCIO IO3BOHKOB
(Vert), ancio yenryit B 0okoBoii auHuM (1.1.), 4ucio
psnoB yeuyit Hana (Sp) u nox (S,) 60KOBOI TMHUEN
ToM 141
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Puc. 1. Dnekrpodopernueckue nmarrepHbl ITS1 pIHK rubprnos motomctBa QA X 3R mo cragusim paHHero pa3Butus. Jo-
POXKHU: 2 — caMKa Jiellla, 3 — caMell TUTOTBbI; 4—8 — HeoITogoTBOpeHHas ukpa; 9—12 — 40 MUH 1TOCjIe OIJIONOTBOpeHUs; 13—
17 — mopyna; 18—22 — ractpyina; 23—26 — aMOPUOH Itepe BhIKJIEBOM; 27—31 — 3MOPHUOH C 3KEJITOYHBIM MEILIKOM; 32—36 — M-
OpHOH 6e3 XKeJTOYHOIro Mellika. B paMKe mokasaHbI Bce BO3MOXHBIe BapraHTHI ruopuaHoro 1TS1, Bkimouas penkuii — ITS1
ILUTOTBBI. 31€Ch M Ha puc. 2 1 3: M — Mapkep monekyiasipHbix Macc (100 mH). CreBa yka3aHa mimHa ¢parmeHToB ITS1 nerna

(147—152 iH) 1 110TBEI (385—386 mH).

(ducnep, 1960). IlpoBeneH aHain3 COOTHOIICHUS
KOJIMYECTBA TMTO3BOHKOB MEXIY TYJOBUIIHBIM U XBO-
CTOBBIM OTAeNaMu: Va > Ve omnpenelieH Kak IJIOTBU-
Hb1it TuI; Va < Ve — Kak nemoBsiit Tun. [1pu onuca-
HUM TIpU3HAKOB OMpEAeNsIu CpedHue 3HaYeHUS
(M), ctangapTHyIO OIIMOKY (M) U pa3Max U3MEeHYM-
BoctH (lim).

PE3VJIBTATHI

BunoBoii ctaTyc Bcex IPOU3BOAUTEIICH, UCTIONb-
30BaHHBIX B 3KCHEPUMEHTAIbHBIX CKpEIIVBaHUSIX,
YCTaHOBJIEH IyTeM MOP(OJIOrMYeCKOro aHajlm3a U
TEHOTUITMPOBAHUS 10 JIOKyCaM S$JIEPHOIO reHoma
ITS1 pAHK u cyt b MTIIHK.

Ananu3z nacnedosanus ITS1 p/IHK
8 NepeoM NoKoAeHUU eudpudos

[IpoBeneHHbII aHAIN3 TOKA3aJ1, YTO B PEIIUITPOK-
HBIX CKPEIIMBAaHMSIX JIEI X IUIOTBA M IUIOTBA X JISII]
MPOUCXOAUT HapyIIeHWe 3aKoHa MeHIeNsl O eAUHO-
0o0pa3uu TMOpHUIOB IIEPBOIO IOKOJeHus. B mmoToM-
cTBe OT cKpemnBaHusg QA X 3R, n = 28 HaumHag co
craguu ractpyisl (I')) M Ha Bcex MOCIEeAYIOIINX CTa-
IVSIX paHHEro pa3BUTUSI, HAOIIOJAETCS paclierie-
HUE, 9aCTb TMOPUIOB YTPAYMBaET OOUH U3 POAUTEIIb-
ckux ¢pparmeHToB ITS1 (puc. 1, Tabia. 1, ckpeluBa-
Hue 1). Ilpu 3TOM, B momaBJIsIOIIEM OOJIBIIMHCTBE
cllydaeB y TUOPUIOB Jielll X ILUIOTBa OTCYTCTBYET aM-
midukamuss otockoro dparmenTta ITS1 pJIHK
rrotBel (I' — 20%, DTIB — 25%, DCXKM — 60% n
OBbXM — 40%), uro yKaspIBaeT Ha U3MEHEHUS B
pAHK rubpuaa, mepeganHoii ot camua. Oukcanus
¢parmenra ITS1 nI0TBEI ycTaHOBJIEHA TOJIBKO Y OJI-
HoiT ocobu Ha ctamuu DIIB, rme mpucyTcTBYIOT BCe
Tp¥ BO3MOXHBIX BapuaHTa ITS1 (BI1B — 25%, puc. 1,
Tpek 25), a TakKe y OJHOI II0JIOBO3PENIOi THOpUI-
HOM caMmKu Jienr X 1rotBa (puc. 3). Ha ctaguu JI BbI-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141
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sIBJIEHO aBa ruopuna ¢ ¢pukcamueii ITS1 nema (ckpe-
muBaHue A1 X 3R1, n=11).

Jlag MCKIMoYeHWs cheln@UIecKnX OCOOEHHO-
CTeil paHHEro pa3BUTUSI PbIO TECTUPOBaAHUE TMOPU-
JIOB TIPOBEICHO Ha CTaguM cerojietrka (puc. 2).
B ckpemmBannsax QA3 X §R3, n =48 u QA2 X 3R2,
n = 12 BBISIBJIEHO I10 OJHOI 0COOM C TOMUHUPOBAHU -
eMm BapuaHTa ITS1 nema, yro ykasplBaeT Ha 3Ha4Yu-
TeJIbHOE COKpaIlleHMe YacTOThl HapyIIeHWIT HaCIen0-
BaHUSI SIIEPHOTIO MapKepa ¢ SMOPUOHAIbHBIX CTaguii
pa3BUTHSI IO CTAIUU CETOJIETKA Y CBUIECTEIIHLCTBYET O
CHMZKEHUM KM3HECIIOCOOHOCTU THMOPUIOB TaHHOTO
T€HOTUIIA.

B mmotomcTBe ckpemuBanust QR X 3A, n = 34 Ha
cragun [ y yeTbIpex u3 ceMu 3MOPHMOHOB ITOKa3aHa
ciabas amruimdukanysa ITS1 wioTBel (caMKM), a 'y
onHoM ocobu pparmeHT ITS1 II0TBBI OTCYTCTBOBA,
yTo cocTaBuiio 14%. Ha Bcex oCTaabHBIX CTAAUSIX M-
OpPMOHAJILHOTO Pa3BUTUsI TMOPUABI IUIOTBA X JIEIl
nMenn oda poanutenbckux BapuanTa ITS1. [1pu atom
Ha ctagusgx DCXKM u DBXKM pazmunii MexXmy WH-
TEHCUBHOCTBIO POOUTEIBCKMX TIOJIOC B CIIEKTpax I'v-
OpUIOB HEe HAOMIOmaIoch. ADJeKTpodoperpaMma IO
CTamysIM Pa3BUTUSI TMOPUIOB IUIOTBA X JIEIII JaHa paHee
(CronbyHoBa, 2012). B ckpemuBanuu 2R1 X 3Al,
n = 22 y aByx ocobeit Ha ctaguu JI moka3aHa cnabast
amrummipukanmsa I'TS1 mIoTBeI, a y IBYX CETOIETKOB B
ckpemuBanun R2 X 3A2, n =22 — ITS1 newa.

CoOOTBETCTBEHHO, KPOME OTCYTCTBUSI aMIUIN(U-
Kanuu ogHoro BapuaHTa I'TS1, y yactu reTepo3nurot B
PELUIIPOKHBIX CKpEIIUBaHUSIX OTMeueHa audde-
peHLMalIbHas aMIInduKanus GparMeHTOB C JOMU-
HUpOBaHNWEM BapMaHTa IUIOTBHI (Ha cramguu M y ru-
OpuaoB jemnl X 1uioTBa U ctaguu DIIB y rubpunos
IUIOTBa X Jielll) ¥ BapuaHTa Jjema (Ha ctaguu 'y ru-
OpMOOB Jell X IUIOTBA, IUIOTBA X JIEI M Y YaCTU Ce-
roJIeTKOB Jiell] X 1ioTBa) (puc. 1, 2). IIpu cpaBHeHUM
pPeUUIIPOKHBIX cKpeluBanuii QA X 3R (I' — 20%,
BIIB — 50%, DCXKM — 60% n DbXKM — 40%) u
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Tabauna 1. XapakrepucTrka 3KCIepUMMEHTAILHBIX CKpellinBaHuii 1 Habmonaembie BapuaHThl ITS1 p/IHK B moTomcTBe

ruopunoB F1 u 63kkpoccoB

Ha6ntonaemsle BapuanTsl ITS1, 1.
Ne/ron CkpellluBaHue Cranust
AR RR AA

1/2007 QA X 3R DOMOPHUOHEI 20 1 7
2/2008 QA1 X 3R1 JInumHku 11 — 2
3/2008 QA2 X 3R2 CeroseTku 10 — 1
4/2009 QA3 X 3R3 CeroneTku 47 — 1
5/2008 2R X A DOMOPUOHBI 33 — 1
6/2008 ?R1 x gAl JInunHkmn 22 — —
7/2008 QR2 X3A2 CeroJieTku 22 — —

JInuynHkM 10 — 13
8/2009 QAR X3A*

CeroneTku 23 — 20

JInumHku — 34 —
9/2009 QAR X3R

CeroJjieTku — 43 —

ITpumeuanue: * — ypoBeHb 3HaUMMOCTH p > 0.05.

QR x @A (I' — 14%) oTMedeHBI 3HAYUTEIbHBIC pa3-
JIAYUS 110 9acToTe IOTepr aMIundukanum gpar-
MeHTa I'TS1 Ha paHHUX cTanusx pa3Butus. [Tockonb-
Ky ycaoBus IIIIP 1 KoHLIeHTpaluu Bcex oOpas3loB
JHK 0bp11M ommHaKOBBIMM, MBI TIpeAIIojaraeM, 4To
HEepeMMIPOKHbIN 3(DHEKT MOXKET OBITh CBSI3aH C OCO-
OeHHOCTAMU (hOPMUPOBAHUSI TUOPUIHOTO TeHOMa U
BIMSIHUEM SIIEPHO-1IMTOIIa3MaTUYECKUX B3auUMO-
JIEUCTBUA.

Ilposepka eenomuna eubpudnoii camxu AR
€ NOMOUBIO AHAAUBUPYIOUUX CKPeUUBAHUT

I1pu reHOTUNIMPOBAHUU ITOJIOBO3PEIIBIX THOPUIOB
OBLIO OOHAPYKEHO, YTO Y OMHOI M3 TMOPUIHBIX Ca-
MOK JIEeIII X TIJIOTBa IMoaaBiaeHa (OTCYTCTBYET) aMIIJIN -
dukauusg ITS1 nema. Ilpu m3MeHeHUUM YCITOBUMA
I1LIP, xoHLIeHTpalMii MaTpULIbl U COCTaBa aMILIU-
¢GUKaLIMOHHON CMeCcH pe3yabTaT He MEHSIIICS — B 30-

7

He ITS1 nenia HaOIIOIAIOCH €4BAa 3aMETHOE CBEYE-
Hue (puc. 3). 1 ycTaHOBICHMS TeHOTUIIA TUOPU -
Hoit camku F1 ObLIM TIpoBeneHBlI aHAJTU3UPYIOLINE
CKpeIIMBaHUSI C TOMO3UTOTHBIMM CaMliaMU POAU-
TEIbCKUX BUOAOB. AHAJIM3 Pe3yJIbTATOB I10KAa3aJl, YTO
OKCHEPUMEHTAIbHO  IIOJIYyYeHHOE  paclleIUICHHE
KJ1accoB ITOTOMKOB (AA u AR) coBnajo ¢ TeopeTuye-
CKM OXUAAaeMbIM (COOTHOIIIEHUE TOMO- U TeTepO3U-
rot 1 : 1) Tonbpko B ckpemuBanun QAR X 3A Ha cra-
IWSIX JTAYMHKM U cerojietka (tadm. 1, p > 0.05).
B ckpemmmBanun QAR X 3R Bce mpenrmonaracMmeie
reTepo3urotel AR Ha oboMX cTagusIX UCCIeIOBaHNS
nMenn Toabko ITS1 wioTBwl (Taba. 1, puc. 4). IMoay-
YeHHBIE pPE3YJIbTAThl ITOATBEPKIAIOT TOMO3HMIOT-
HOCTh TMOPUIHON caMKN QAR 1 CBUAETEIBCTBYIOT O
TOM, UTO MOTeps amIuuGuKauu ¢pparMeHTa y ru-
opunga F1, koTopasi IIPOMCXOIUT B COMATUYECKOI
TKaHU (CO CTaauy TracTPYyJbl), XapakKTepHa U IJIsI KJIe-
TOK T€HEepPaTUBHOTO MYyTH.
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Puc. 2. Onexkrpodopernaeckue narrepHsl [TS1 p/IHK rudbpunos moromctBa QA3 X 3R3 Ha cranuu ceronerka. JJopoxkka 27

COOTBETCTBYET ruopury AR27.
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Puc. 3. Dnexrpodopernueckue narrepubl ITS1 p/IHK Ha cmMecu master mix: 1 — rubpuaHas camka AR, 2—11 — nuunnku AR,
12—14 — cmech oo6pasuoB JJHK 11oTBEI 1 Jiemia B paBHOI IMPOITOPIINH, BEIIEICHHBIX U3 B3POCIBIX 0COOEt.

P: Q@ A. brama AA o R. rutilus RR
el x anlip<
F1: & A. brama AA Q hybrid AR & R. rutilus RR
e x g« x anlip<
Fb: AR AA RR AR
7
\ / | I
ITS] — | — \—._.._.._Z.._..’.___ ' : | |
386 — s — : o
cyth e ——— ———— — — o o S gl — TSI
672 nH - ; 2 y — — . G - 386 nmH
M 2AR yA Bokkpoccot AR X A QAR 4 R Bakkpocest AR X R M

Puc. 4. Hacnenosanue ITS1 p/IHK B moTomcTBe Bo3BpaTHbIX cKpemuBaHuii QAR X 3R 1 QAR X A. [1okazaHbl TOMO3UTOTHI
RR, AA u rereposurorsl AR. CieBa minnHa ¢pparmenToB ITS1 muorssl (385—386 1H) u cyt b jeina (672 1H) HE COOTBETCTBYET
mkasie mapkepa (100 mH) B cBs13U ¢ TIoceq0BaTeIbHBIM HaHeceHreM MpoaykToB [11P Ha onuH renb.

Mopgpomempuueckuii anarus eubpudog c HapyuieHuem
Hacnedosarnus mapkepa ITS1

HMcropuuecku wucciienoBaTeau (poKyCUpOBaINCH
Ha peHoTUIMMIecKnX 3P deKTax, CBI3aHHBIX C JIeje-
UASIMU WJIM WHAKTUBALUEW IMTOPOTOBOro 4ucjiaa Ko-
muii reHoB p/IHK. IlockonabKy mpuyuMHaA MOOTEPU
dparmenTa I'TS1 HeusBecTHa, y TMOPMIOB MPOBEICH
KOHTPOJIb KOJIMYECTBEHHBIX TPU3HAKOB. [ MOpUIbI
F1 nnoTBbl U Jiellla UMEIOT MPOMEXYTOUHbBIE MEXIY
PONUTENBLCKUMU BUAAMU XapaKTEPUCTUKHU C TOMUHU-
pOBaHUEM JIEIIIOBOTO THUMa oceBoro ckenera (Va < Ve)
(KonyxoBa, CibiHbko, 2007). CpemHue 3HayeHUs
OCHOBHBIX TMAarHOCTUYECKUX TMPU3HAKOB B MOTOM-
cTBe ckpeluBaHUusI QA3 X §R3 He UMEIOT OTJIMYMIA C
BBIOOpKAMM 3KCHEePUMEHTAIbHBIX TMOpumoB F1 u
HaxoITCH B Ipeneiax U3MEHUYUBOCTH POJUTETBLCKUX
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BUIOB (Tabi. 2). AHaJIM3 OTAEIbHBIX OCOOEH MmoKa-
3aJI, 4TO B ciay4dae ¢ukcauuu pparmenta I'TS1 jema
y tu6opuaa AR27, oTKIOHEHUs OT MTPOMEXKYTOYHOTO
HacJIeIoBaHMsI IPU3HAKOB He IIporcxoauT. B To Bpe-
M KakK y IByx ocobeit AR28 1 AR46, KoTopble UMEIOT
oba poautenbckux ¢parmeHTta ITS1, ycTraHOBJIEHBI
XapaKTEPUCTUKU ILJIOTBBI IT0 OCHOBHBIM TUArHOCTHU-
YyeCcKuM npusHakam (4b, L.1., Sp, S,) v oceBoii ckesner
semroBoro turna (Va < Ve). Y rubpunnoii camku AR ¢
dukcanueii I'TS1 MIOTBBI peTUCTPUPYIOTCS HE TOJb-
KO OTMArHOCTUYECKME MpPU3HAKU IUIOTBBI — Ab, L1,
Sp, Sy, d.ph., HO 1 OCeBOIi CKeJeT MJIOTBUHOIO TUMA
(Va = Vc), yto uapeHTUhUIMpPYeT JaHHYIO0 0COOb KaK
ruopun Fb. Takum o6pa3oM, Ipu3HaKU TUIOTBHI ITPO-
SIBJISIIOTCS y THOpMaoB F1 Kak ¢ KomoOMUHAHTHBIM Ha-
clIeIOBaHMEM pPHUOOCOMHBIX TE€HOB (TMOPMIHBINA
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Tabauna 2. CpaBHeHME IMArHOCTUYECKUX XapaKTepPUCTUK Y THOPUIOB TOMO- U reTepo3uroTHhIX o I'TS1-Mapkepy

L1 Sp Sy Ab Db dpht Va Ve Vert
Ponurensckue ocoou

QAR 45 8 4 13 9 —5 16 15 42

3A 56 12 6 26 9 -5 14 18 44

3R 42 8 4 10 9 —5 16 14 40

QA3 54 13 6 25 9 -5 15 18 44

3R3 43 8 4 1 10 6—5 16 14 40

I'm6puner motomcTBa A3XR3

AR27 47 10 6 16 10 5-5 15 16 42

AR28 44 9 4 10 9 5-5 15 16 42

AR46 43 8 4 11 9 5-5 15 16 41

T'ubpunst F1, A. brama v R. rutilus (M = m, lim)

A3 x R3 |48.21%+0.29,| 9.73+£0.09, | 493+0.05, | 15.42+0.12, | 9.81 £0.07, 6—5(83%) | 14.08 £0.07, | 16.24 £0.09, | 42.00 £ 0.11,
43-52 8—11 4-5 10—18 9—-10 5-5(17%) 13—16 15—17 40—43

A XR 46.51 £0.23, | 9.93£0.04, | 4.93+0.04, | 14.82£0.12, | 9.01 £0.02, 6—5(94%) | 14.71 £0.07, | 16.34 £ 0.09, | 41.33 £ 0.11,
44-52 9—-10 4-5 13—17 9—-10 5-5(6%) 14—16 15—18 40—43

AXA 55.60 £0.21, | 11.74 £ 0.08, | 6.12 £0.06, | 25.83 £0.14, 9.00+£0 5-5 14.44 £ 0.07, | 18.81 £0.09, | 43.51 £ 0.08,
50—-56 10—13 5-7 21-28 8—10 (100%) 14—15 18—20 43—45

R xR 42.92+0.11, | 8.12£0.04, | 4.14%£0.04, | 10.32£0.08, | 10.11 £0.05, | 6—5(90.9%) | 16.52 £ 0.11, | 14.64 £0.12, | 41.31 £0.13,
39—44 7-9 3-5 9—11 9—11 5-5(9.1%) 15—18 14—16 39-42

HpI/IMC‘{aHHCZ T TIPOLUEHTHOEC COOTHOLICHUEC (bCHOTI/Il'IOB TJIOTOYHBIX 3y60B B ITIOTOMCTBE; M — Cp€aHEC 3HAYCHUEC IMpU3HaKa, m —

olmobKa cpeaHero, lim — pazMax U3BMEHUYMBOCTH.

ITS1), Tak u ¢ pukcanueit ITS1 NIO0TBE U OOHAPY-
XKeHbI Y 4% TUOPUIOB B IIOTOMCTBE.

OBCYXJIEHHE

AHayn3 JuTepaTypbl MO3BOJWJI WHTEPIIPETUPO-
BaTh HaOJII0gaeMylo B IOTOMCTBe TuOpuaoB F1 mior-
BBI 1 JIella HOTePI1o aMIIM(UKAIIMKY OTHOTO U3 PO~
tenbekux pparmeHToB ITS1 p/IHK kak momMmuHUpO-
BaHNE pUOOCOMHBIX T€HOB OTHOTO M3 YYaCTBYIOIIMX
B CKpEIIMBAaHUU POAUTEJIEH, BIEPBBIE OIMMCAHHOE
(Navashin, 1934) y pactenust poaa Crepis. [1o3nHee
aHaAJIOTUYHOE SIBJIEHME OOHAPY:KEHO B rMOpUIax JIsi-
rymek Xenopus, npozodun Drosophila w y ipupon-
HBIX aJUIOTeTpaIIOuaHbIX BUIOB pacteHuit (Reeder,
1985; Volkov et al., 1999; Pikaard, 2000; Skalickd
et al., 2003). Ilpenmonaraercst, Y70 JOMUHUPOBAHIE
onHoi u3 poaurtenbckux p AHK y ru6pumos ycraHas-
JIMBAeTCs B XOJI€ COIIACOBAHHOI 3BOJIIOLIMU ITOBTO-
POB 3a CUET BHYTPU- U MEXJIOKYCHOII KOHBEPCUU Te€-
HOB KakK CJIEACTBUE KOHKYPEHIIUM MEXIy pruOOCOM-
HBEIMA T€HaMM POIMUTEIBbCKUX BUIOB, KOTOpPEIC
00J1a1al0T HEpPaBHBIM KOJUYECTBOM PETYJISITOPHBIX
anemeHTOB (Reeder, 1985).

IToxazaHo, YTO TOMOreHM3alus II0CIEI0BATEIb-
aocteit pAHK 1m1oTBeI 1 1e111a MOXKET UMETH MECTO B
TUOPUAHBIX TEHOMAaX, HO AJIsl [IOJTHOTO YOAJICHUSI O~
Hoit ponutenbckoil pIHK Heobxonumo GoJjiee aByX
nokojeHuit, yro menaet ITS1-mapkep HageKHBIM
MHCTPYMEHTOM IJIs1 uaeHTUudukauuu rudpunon Fl
(Wyatt et al., 2006). OgHaKO HEKOTOPBIE aBTOPBI JOITYC-
KaloT WX BO3MOXHOCTh YaCTMYHOM TOMOTE€HU3ALINU

YCITEXY COBPEMEHHOM BUOJIOTUH

nocnenoBarebHoCcTU pJIHK y>ke B mepBoM IoKoIeHU
rMOPUIIOB, KOTIIa HOBBIE BApUAHTHI BHOCSITCS ObICTpEe,
YeM OHU MOTYT ObITh TOMOT€HU3MPOBAaHbI BHYTPU T'e-
HoMa, Wwin (hOpMUPOBaHUE TPOMEXKYTOUHON mocse-
JIOBaTEJIbHOCTU, WHULIMUPYEMOH MEXPOMOBON TU-
opuauzauueit (Yenmomuua u ap., 2008). B manHoMm
cllydyae 9T BapuaHThl MOTYT ObITh 00Jiee BEPOSITHHI B
cBsI3U ¢ TeM, uto ITS-pernon paccmarpmuBaeTcs Kak
NeCTa0WJIM3UPYIOIIMI  BJIEMEHT B  XpOMOCOMax
(Bouffler, 1998). Cnabas amrumbukalus Wid IoJji-
Hoe OoTcyTcTBME amruiudukanuu dpparmenTa ITS1 y
ruopunoB F1 mioTBeI U jieliia, 4To MoKa3aHo B HACTO-
et padoTe, MOXET ObITh, COIJIACHO OOBSICHEHUIO
aBTOopoB (Wyatt et al., 2006), cirencTBUEeM pa3INnIHO-
ro cootHolneHus poautenabckoit pJIHK B ITLP-mipo-
nykte. Eciu 910 Tak, ToO HEOOXOIUMO OTMETUTh, UTO
cocrosgHue rubpuaHoit pJIHK B ciydyae motepu am-
mndukanun ogHoro ¢pparmedTa ITS1 He saBasteTcsa
cllydalitHbIM, MOCKOJIbKY HacjenayeTcss 69KKpoccaMu
AR X R or rubpuanoii camku ?AR (tadm. 1, puc. 4),
CJIeIoBaTeIbHO, XapaKTepPHO HE TOJIBKO JIJIs COMaTHUye-
CKOI TKaHW, HO U I KJIETOK T€HEepaTUBHOTO ITyTH.
B uccnenoBaHny BbISIBJIEHBI HEKOTOPBIE 3aKOHOMEP-
HOCTHU, KOTOPbIE€ YKa3bIBAIOT HA HEPELIMTTPOKHBII Xa-
pakTep norepu amruindukanuu I'TS1y rubpunon F1.
B yacTHOCTHM, TOMO3UTOTHI MAaCCOBO PETUCTPUPYIOT-
Csl TOJILKO B paHHEM 3MOpMOreHe3e CO CTaiuM Tra-
CTPYJIbI B TTOTOMCTBE caMKa Jielll X caMmell TUIOTBa, U B
MONABJISIONIEM OOJBIIMHCTBE CIyYaeB OTCYTCTBYET
ammndnkanms I'TS 1 TUI0TBBI, TO €CTh U3MEHEHNS 3a-
tparusaiot pAHK rubpnna, nepemaHHyio oT camIia.
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MBI TIpearionaraeM, YTo OTCYTCTBHE aMILTA(PUKA-
uuu ¢dpparmeHTa ITS1 y ruOpuaoB jelr X MiaoTBa B
paHHEM MOpHOreHe3e MOXKeT OBITh CBSI3aHO C BBICO-
KMM YPOBHEM MOJINMOP(dU3Ma II0CIeI0BATEIbHOCTA
pJAHK, yTo mmoka3zaHo paHee IJId Jiellla U TUOPUIOB
semn X miotBa (Jlymanwuerit, 2008; Wyatt et al., 2006).
Hakormieane myrtaumit B8 knactepe pAHK wmorimo
MPENsITCTBOBAaTh OTXUTY IpaiiMepoB, lejasi HEBO3-
MOXKHBIM AajIbHEHIyI0 aMIinduKanuo. Pazmmans,
HaOJIIoJaeMble MEXKIY PELUNPOKHBIMHM CKpeIBa-
HUSIMM, KaK IPaBUJIO, SIBJISIIOTCS CJIEACTBUEM MaTpO-
KJIMHUY, HanOoJjiee SIPKO IIPOSIBIISIIOTCS B paHHEM
OHTOIeHEe3¢ M YacTO MMEIOT aJallTUBHOE 3HAYeHUE
(KampiieB u np., 2007). ITpu aToM BeIOOp HampasJjie-
HUSI CKPEILIMBAHUS — BaXXHBIM (aKTOp PeryIsiuu
M3MEHYMBOCTY MOTOMCTBA, MOCKOJBKY OT B3alMO-
NeHACTBUS Sipa Y LIMTOIJIa3MBbl 3aBUCSIT peKOMOMHA-
MoHHble mMokazatenu (XKydeHko, Koposab, 1985).
IIpu pas3paboTke BHMOocrieOIN(PUUECKUX IIpaiiMepoB
ob1u yctaHoBlieHbl (Wyatt et al., 2006) mpu3HaKu
BHYTPM- 1 MEXBUIOBOIT peKOMOMHALIUM, KOTIA Y He-
OOJIBIIIOTO YKCJIa 0COOEil IIOTBHI U JIeIla OHOBpE-
MEHHO MPUCYTCTBOBAJIM KOTIMHU JABYX TUIIOB (A 1 B).
I1pu cpaBHeHuu nsiTu Komnuii ITS1 Boykckoro Jela
0Ka3ajJoCh, YTO HM OIHA M3 HUX HE MMEET ITOJTHOM
WICHTUYHOCTU C U3BECTHBIMU TaruioTuriamMu A u B
n3 AN, a Konnu 1TS1 BOKCKOIT TUTIOTBEI UIIEH -
TUYHBI TaIUIOTUITY A WJIM OTIAYAIOTCSI OOHOM HYK-
JeotuaHoi 3aMeHoi (JIymanubiii, 2008). Pe3ynbTarsl
JTAaHHOTO MCCJIEAOBAaHUSI CBUACTEIILCTBYIOT O OOJIb-
IIeM pa3Hoo0pa3umn HeKoaupyoliero caeiicepa I'TS1
pAHK nema u rubpuanoiit p/IHK B Tex ckperiusa-
HUSIX, TJIe CAMKOM SIBJISIETCS JIEIL, YTO MOXET OBITh
CBSI3aHO C OCOOCHHOCTSIMU PETYJIMPOBAHUS TeHOMA.

V nema Kak BuIa ¢ OOJBIINM pa3MepoOM reHoMa,
yem y minotBel (I'mHatynuH, 1984; Gregory, 2013),
IUIST PEryJISITOPHOI (PYHKIIMM TOCTYIHEL OOJbIINE
KonmdecTBa rmostopsromieiica JHK, yro MuHnnmMmusn-
pyeT peKOMOMHALIMIO B KOIUPYIOIINX Y4aCTKAX TeHO-
Ma, JOIyCKaeT OOJIbIIee KOINISCTBO MaKpOMYTaIlUiA
M CITOCOOCTBYET pa3HOOOPa3NIo IMTOBTOPOB KaK pPery-
asaTopHbIx aseMeHToB (Pierce, Milton, 1980; Flavell,
1982). CkpsoiThle pa3psiBhl B 10% 28S pPHK y nera,
kotopsie B 90% 28S pPHK BcTpeuatoTcs y TeTpariio-
MOHBIX KapIOBBIX U CIIOCOOCTBYIOT paHHEM Jerpaaa-
uuu pPHK, Biaussa TeM caMbIM Ha CUHTE3 Oejlka
(JIeiimonpar, LlIMmunrke, 1986), BO3MOXHO, UMEIOT
OTHOIIIEHNE K HECIIy4ailHOMY XapaKTepy MyTaLlIOH-
Horo npouecca B ITS-yuacTke. ¥ IJIO0TBHL, B OT/INYME
OT Jemia, oToOp OJarompusTCTBYeT BapMaHTaM B
CTPYKTYPHBIX JIOKYCax, 4YTO IIOATBEpXKIaeTcs IIpU
aHaIM3e NoaInuMopdr3Ma 0€JIKOB 1 MUTOXOHAPHUATIb-
HBIX TeHOB (cyt b, COXI, COXII, COXIII, D-loop)
(JIymannsiii, 2008; CronbyHoBa, 2012; Semenova
et al., 2005; Hayden et al., 2011). CoOTBETCTBEHHO, Y
JIAaHHBIX BUIOB HA0II01A€TCSI KOPPEJISILIMS MEXIY KO-
JuuectBoM JIHK u reHeTnyeckoii u3MEHUYMBOCTHIO,
YTO CBUICTEIILCTBYET O PA3HBIX 9BOIOIMOHHEIX TaK-
THUKaX T€HOMOB IUIOTBHI 1 Jiela. bonbiimii 3amac u
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Ne 1

HYKJICOTUAHOE pa3HooOpa3ue HeMHMOPMaTUBHON
JHK y nemia coyetaeTcsl ¢ HU3KOM CKOPOCTBIO Ha-
KoruieHus 3aMeH B MTJIHK u ssmepHbIX reHax, a BbI-
COKUIT MOIUMOP(U3M CTPYKTYPHBIX T€HOB Y IUIOTBBI
coyeTaeTcss ¢ HM3KMM pa3HOOOpa3ueM ITOBTOPOB.
DT JaHHbIE CBUACTEILCTBYIOT O HEPABEHCTBE PEry-
JIITOPHBIX 3JIEMEHTOB U Pa3INYMsIX MEXaHU3MOB pe-
TYJMPOBaHUSI TE€HOMOB, YTO MOXET OBITb BaKHEIi-
MM OapbepoM, IIPEHSATCTBYIOIIUM Pa3BUTUIO T'M-
opunoB (Wilson et al., 1974). B mnomoGHbIX
00CTOSATENILCTBAX M3MEHEHUE COCTOSIHUSI CHUCTEMBbI
IIOBTOPOB CIIOCOOCTBYET MOSIBJICHUIO aJbTepHATUB-
HBIX (bopM reHHOI1 akTuBHOCTH (Kopoukun, 2002),
YTO, KakK I10JIaraloT, BEeIeT K CrIakKMBaHUIO PeryJisi-
TOPHOII HECOBMECTUMOCTU MEXIY POAUTEITIHCKUMU
reHomMamu Iipu ruopuamsauuu (Adams, Wendel,
2004). CyuiecTBeHHbIM apryMEHTOM B MOJIb3Y TOIO,
yto orcyTcTBue amriupukauuu [TS1 y rubpunos
IUIOTBHI U JIEIIa UMEET OTHOIICHUE K PeTYISITOPHOM
GYHKIIMM U KoagamnTalluu POAUTEIbCKUX T'€HOMOB,
SIBJISIETCSI TOT (baKT, YTO IoTeps ¢pparMeHTa peru-
CTPUPYETCS TOJBKO CO CTAaaMU TacTPYJbl M Ha BCEX
MOCJIeNYIOIIUX CTaAusIX paHHero pa3Butus (puc. 1),
TO €CTh ITOCJIe aKTUBALIMU SIASPHOTO TeHOMa TMOpuI -
HOTO 3apojblllia M 3allyckKa Mop¢oreHe3a, 4To IIpo-
UCXOOUT Yy PbIO B To3mHen Onactyine (KopouykuH,
2002).

I'eHeTnyeckasi peryasinvsi pa3BUTHUSI TUOPUIOB
JIeII X IUIOTBA M IJIOTBA X JIEIl OCYIIECTBIISICTCS B
COOTBETCTBUU C IIPOrpPaMMOIi WHIWBHUIYaJIbHOTO
pa3BUTHUSI MATepPUHCKOrO BUIA, YTO ITOKA3aHO IIO
aKcHpeccun (pepMeHTOB, CKOPOCTSIM U CPOKaM IIpO-
XoXxaeHus1 cramuii MmopdoreHesa (KpbokaHoBcKMii,
1968; Jlanyimkuna, 2000). DT 1aHHBIE YKA3bIBAIOT Ha
CYIIECTBOBAHME PA3TAYMIA MEXKIY PELUIIPOKHBIMU T'Y-
opunmamu F1 n Ha coxpanenue konnmdectsa JJHK ma-
TEPUHCKOTO TUIIa B THOPUIHOM IeHOME, TTOCKOJIbKY
macca JIHK mpomoploHaIbHO CBsI3aHa ¢ MPOAOJ-
XKUTEIbHOCTPI0O MHUTO3a M BpeMEHEeM TIeHepaluu
(bennerr, 1986). Kak mokasbIBalOT MCCIEIOBAHUSI
pacTeHuii, obecIriedeHrUe MEXaHN3MOB T€HETUIECKO-
ro KOHTPOJSI B TUOPUOHOM 3apOIbIIIe IPOMCXOIUT
Garomapsl TOATOHKE IIUTEJIbHOCTA MUTOTHUYECKMX
LIKJIOB IMyTeM M00aBJICHUSI WIN JEJIELIMA IIOBTOPOB
(Puc m ap., 1986). Tak, ceneKuust Ha CHUXXKEHUE CO-
nepxanus IHK B knetkax pxu y Triticale ipu pas-
JIMYUU MEXKIY TUTIIOMTHBIMY TeHOMaMM PKU U TIIIIe-
HULBI HA 33% TIPUBOIUT K 3HAYMTEIIBHOMY ITOBBIIIIE-
HHUIO KaK CTaOWIBHOCTU siApa B pa3BUBAIOIIEMCS
SHJIOCIIEpME THUOPUIOB, TaK M KOJIMYECTBa, U Kadye-
cTBa 3penbix ceMsH (beanerr, 1986).

I1pu 06pazoBaHMM TMOPHMIHOIO FeHOMA JIelI X TI0TBa
JIOHOPHBIIA TEHOM camlia MEHbIIE MO KOJIWYECTBY
JHK, mosToMy MOXHO MPEANOA0XKUTh, YTO PU BbI-
paBHHMBaAHUU YKCJia TOBTOPOB MEXIY POAUTEIbCKU-
v pAHK mas mommep:kaHusg ONTUMAJIbHOM IJIN-
TEJIbHOCTM MMTO3a B COOTBETCTBMU C MPOTPaMMOi
MaTEPUHCKOTO BUIa UM HEOOXOAMMO YBEJIUYUTH, a
rudpunaM miaoTBa X Jiell — COKPaTUTh KOJIWYECTBO
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JHK B moHOpHOM raruiomgHoM reHome. B mpoTus-
HOM cJIy4yae IporpaMMbl MHAVMBUAYAJILHOIO pa3BU-
TUSI PELUNPOKHBIX TUOPUAOB OyIyT OTIMYATHCS I10
BpEMEHM OT MaTepMHCKOro Buma. BiiosHe Bo3MOXK-
HO, YTO 3TV MAaHUNYJISIIUU C U30BITOYHON YaCThIO Te-
HOMa MOTJIM BBI3BIBATh U3MCHEHMS B COOTHOILIICHUU
ponutensckoit pIHK y tmopmnos F1, a paznmunsa
PETYISITOPHBIX MEXaHU3MOB Y CAaMOK IIJIOTBBI U JIeIla
MOIJIM CTaTh IPUYMHON HEepelUUHIPOKHOTO 3(hdeKTa
notepn ammndukannm ¢parmenTa ITS1. CxomcTBo
peuunpokHbiXx rudbpuaoB AR u RA ¢ marepuHCKUM
BUJIOM O0ecIieunBaeTCs 0j1arogapsi TOMY, YTO PEIUIN-
Kanusa 1 penapaumg m3owsitouHoil JIHK B ximerke
CKOOPJIMHUPOBaHa ¢ (pyHKIIMet MUTOXOHIAPUIA, UTO-
OBI OOecIIeuynBaTh CpelICTBa B OTBET Ha M3MEHEHUE
DHEPreTUYSCKUX ITOTPEOHOCTEd BO BpeMsl MHMTO3a
(Coelho et al., 2002). CooTBETCTBEHHO, pa3IWYus
MeXny penunpokHeiMM ruopugamMmu AR m RA mo
CKopocTu Mop(doreHe3a M ypoBHIO ITOIMMOpdr3IMa
ITS1-pernona gBASIOTCS CIEACTBUEM SIIEPHO-IIUTO-
IUIa3MaTUYECKOro KOHQJIMKTA, CBI3aHHOIO C pas-
HBIM 00beMoM m30nsITouHOM JJHK vy pomurenbckumx
BUIOB. I[ToaTOMY OAUBEpPreHIIMs 1O pa3Mepy FTeHOMOB
IIpA OTHAJICHHOM TUOpUIM3aLNU, II0-BUAUMOMY,
MOXET paccMaTpUBaThCSI KaK DHIOTEHHBIA (haKTop
JUISL pa3BUTUS SIACPHO-IIMTOIIa3MaTUYE€CKOM HECOB-
MecTUMOCTH. ITomo6HO TOMY, KaK pa3jimdus o CKOPO-
ctu 3Bomony MTIHK IU10TBEI 1 Jiela cCHOCOOCTBYIOT
aCUMMETPUYHOI KM3HECITOCOOHOCTH aJIIoIIa3MaTH-
YeCKMX O3KKPOCCOB 1 Pa3BUTHUIO PEIIPOIYKTUBHOIO Oa-
prepa (CronbyHoBa, 2017).

IIpeonmoneHne HETOMOJIOTMYHOCTHU SIIEPHEIX Te-
HOMOB POIMTENILCKMX BUIIOB MOXET pPEIIaThCs 3a
CUET DKTOINMYECKOIl peKOMOMHALIMM B ITIOBTOPSIIO-
muxcsa nocienoBaTenabHocTaXx JHK comaTtmueckux
KJIETOK, KOTOpasi OCYIIECTBIISIETCS ITyT€M TI'€HHOI
KOHBepcuUM (MJIM HepaBHOro oOMeHa) Mpu perapa-
UM HECOBEPIIEHHBIX Ie€TePOMYIUIEKCOB, IIPUBOMISI-
el K oopa3zoBaHUIO roMoayIIeKcoB (Jloysep u mp.,
1986; Gangloff et al., 1996). Kak u3BecTHO, GOJIbIIas
YacTh PeKOMOMHAIIMOHHOIO peMOHTa (pelrapamuu)
HE MNPHMBOAUT K IIEPECTPOMKE IIOBTOPSIONINXCS
cTpykTyp (Zou, Rothstein, 1997), B aToM cityyae, 1mo-
BUIVMMOMY, THOpuAbl F1 mIoTBEL U Jeia nMeIoT 006a
pomutenbcknx dparmenTa ITS1. Hampasnenme pe-
rapaiyyu MOXET CIBUIaThbCsl B CTOPOHY ITOC/IEI0Ba-
TEJILHOCTY OMHOI U3 IIelieii, 4To HabIIomaeTcs BO
MHOTHUX MCCIEOOBAaHUSIX, BKIIIOYasl HACTOsIIee, KO-
r1a B OOJIBIIMHCTBE ClydyacB U3MEHEHUS 3aTparuBa-
1oT p/IHK rubpuna, nepegaHHyto oT camia (Song
et al., 1995; Gangloffet al., 1996; Fujiwara et al., 1997,
Skalicka et al., 2003).

OT160p 1 puKcamus BApMaHTOB B TEHOME U IIOITY-
JIIUMU TIyTeM HampaBJIeHHOW TeHHOM KOHBEPCUU
MOXET COMPOBOXIATLCS YMEHBIIIEHMEM OOIIETro KO-
JmuectBa notoMkoB (Dover, 1982). I1pu cpaBHeHUN
CTaguii paHHEro pPasBUTUS M CErojeTKa IOKa3aHo,
4yTO rMOpUabI Jeml X mioTBa ¢ pukcanmeit ITS1 cam-
KM UMEIOT HU3KYIO XN3HEeCITOCOOHOCTh (puc. 1, 2), B

YCITEXY COBPEMEHHOM BUOJIOTUH

TOo BpeMs Kak BapmaHT ITS1 camia miIoTBBI MMeeET
>KM3HECIIOCOOHasi U (epTUibHAsi OCOOb YEHCKOIo
nosa (puc. 4). INockosibky nomuHupoBanue pJ/IHK y
TMOPUIOB MOXET 3aBUCETH OT CIIELIM(UUIECKUX OCO-
OCHHOCTE TeHOTUNAa M KOMOWHALIMM aJjijielieid
(Matyosek et al., 2007), Mbl He UCKJTIOYaeM, YTO (DUK-
calusl MaTepMHCKOIO WJIM OTLIOBCKOTO (pparMeHTa
ITS1, a Takke XM3HECITOCOOHOCTh TUX TUOPUIOB,
MOTYT OBITh CBSI3aHBI C TIOJIOM ocobeli. Tak, y Dro-
sophila pAHK pacnojioxxeHa Ha IT0JIOBBIX XpOMOCO-
Max, a BHYTPUWJIOKYCHas aejieuust bobbed conpoBoxK-
JIaeTCsI CHIDKECHUEM KM3HECIIOCOOHOCTH OCOo0ei
(Kopoukun, 2002).

MuTtepecHoit 0cOOEHHOCTBIO SIBIISIETCSI TOT (DAKT,
yTo TMOpUIHasg camMka AR Haciemyer ot camMIia IjioT-
BbI He ToNIbKO ITS1, HO U psia auarHoCTUYeCKUX Mopdo-
Jlornyeckux npusHakos (L., Sy, Sy, Ab, d.ph., Va = Ve),
BKJIIOYAsl TUII OCEBOI'O CKEJIeTa, YTO He XapaKTepHO
st tuopunoB F1 (ta6n. 2). Ilpu atom dukcanus
ITS1 camku nemra He BiMsieT Ha MOP(OTHUII THOpUAA
AR27 (puc. 2). B cB43u ¢ TeM, YTO T€TEPO3UC Y MEXK-
ponoBbIX rbpuaoB F1 oTcyTcTByeT, JOMMHUpPOBa-
HHE IIPU3HAKOB IUIOTBBI MOXKET paccMaTpUBaTHCS
KakK pe3yJbTaT MHAKTUBAIlMM OTHOIO M3 Iaphbl TEHOB
(ay1esIbHOE MCKJIIOUEHUE), KaK CJICACTBUE TeMU3U-
TOTHOCTU, AcJeIuidi WM TeTepoXpOoMaTU3aluu
ydyacTtka xpoMocomsbl (Kopoukus, 2002).

3AK/IIOYEHHUE

Takum oOpazoM, IpH aHaAIM3€e SKCIEPUMEHTAIb-
HBIX THOPMIOB IUIOTBHI 1 JIEIA C TOMOIIIBIO BUIOCIIE-
b UIECKUX ITpaiMepoB, MPETIOXKEHHBIX KaK ObICT-
past TecT-cucTteMa i naeHTuguKanum ruopuaos Fl
IUIOTBHI M Jiellla U3 ecTecTBeHHoM cpenbl (Wyatt et al.,
2006), HapylleHHUs1 HaclegoBaHUsI Cyt b-Mapkepa
mtIHK He Habmomamock. B oTHomeHnU simepHOro
mapkepa ITS1 p/IHK obHapykeHO HapylmieHue KO-
JOMWHAHTHOTO HacJief0BaHUs ¢ (puKcaueit OoqHOTo
POIMTEIILCKOTO BapuaHTa, YTO yKa3bIBaeT Ha BO3-
MOXXHOCTb OLIMOOYHBIX BHIBOAOB IIPU TECTUPOBAHUN
MPUPOAHBIX TTOMYISIUWMA. [JlaHHBIE TTOKa3bIBaIOT, YTO
oTcyTcTBUe aMIudukanuuu pparmerta ITS1 pIHK
SIBJISIETCSI XapaKTEePHOI 0COOEHHOCThIO PAHHETO pa3-
BUTHUS TUOPUIOB HAIIPABJICHUS caMKa Jielll X caMell
IJIOTBA, IIOCKOJIBKY HA CTaAuM CETroJIeTKa ITPOLICHT
HapylIeHU aMIUIM(UKAIU 3HAYUTEIbHO CHUKEH.
ITosTomMy miIsT WCHONB30BaHUS HAaHHOrO Habopa
npaiiMepoB IIpU UACHTU(GUKAIINY TUOPUIOB HET HU-
Kakux npensarcTBuii. IlpenmnooXuTenbHO, OTCYT-
crBue amruimpukanuu dparmenra ITS1 pJIHK y
rubpugoB F1 co cramum ractpyjiabl OPOUCXOIUT
BCJEICTBUE HecelUMdUUIecKoil Mmocaaku IIpaiiMe-
POB KaK pe3yjJbTaT U3MEHEHUS POOUTEIbCKOU IO-
CJIEOOBATEIbHOCTHU KJIacTepa puOOCOMHBIX TEHOB Ha
aTare Co3JdaHMs HOBOI'O BapHaHTa MHTETPUPOBAH-
HocTU reHoMa. bosblliee pazHooOpa3ue TramioTh-
noB ITS1-pernona y ruOpumoB Jjiell X IJIOTBa IIO
CpaBHEHMIO ¢ rMOpuaaMu miaoTBa X jemn (JlymaH-
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Hb1ii, 2008) moaTBepKOaeT MpeaIroaoXeHue o gop-
MUPOBAHUU MTPOMEXYTOYHOI MOCIeI0BaTEIbHOCTH.
B xadecTBe OCHOBHOTO 3HIOOTeHHOro pakTopa pas-
mmaHou namenumuBocTH ITS1 p/IHK v petutipokHbIX
rMOpUIOB, PETYISILUS Pa3BUTUSI KOTOPBIX ITIPOUCXO-
JIUT B COOTBETCTBUU C IIPOTPaMMOil MaTEPUHCKOIO
BUIA, B paboTe paccMaTpMBaeTCsl pa3HUIIA pa3MEPOB
T€HOMOB IJIOTBHI U Jiela. bosbiast 1oas u3obITou-
Hoit [IHK, BbicOKuii ypoBeHb MOJMMOpP(}U3Ma TO-
BTOPOB M KOHCEPBAaTUBHOCTH CTPYKTYPHBIX SIIEPHBIX
reHoB 1 MTIHK y neiia, mo cpaBHEHUIO C MJIOTBOM,
YKa3bIBalOT Ha HEPAaBHOE KOJIMYECTBO PETYISITOPHBIX
2JIEMEHTOB U Pa3JIMYMsI MEXaHU3MOB PETYIMPOBaAHUSI
TEHOMOB POIUTENbCKUX BUIOB. [loaToMy moMuHU-
poBaHue ITS1 pAHK y ru6punos F1 neiia v mioTBbI
B paHHEM pa3BUTHHU, KaK B CIydae C IPYTMMH Opra-
HuzMamu (Reeder, 1985), MoxeT ObITb pe3yJibTaTOM
KOHKYPEHIIMH MEXIY pUOOCOMHBLIMU TeHaMU POIM-
TEJIbCKUX BUIOB.
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JaHHasi pyKONUCh SIBJISIETCS YacTbiO JTUCCEPTALIMOH-
HOM paboThl “Oco0EHHOCTH HAacCJIeNOBaHUS JIOKYCOB
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nepxke IIporpammel [1pesunnyma PAH “buopasHoobpa-
3ue”, moarnporpaMmbl “I'eHOMOHABI U TEHETUYECKOE pa3-
HoOOpa3ue”.

KOH®JIMKT MHTEPECOB

ABTODBI 3asBJISTIOT 00 OTCYTCTBUM KOH(MJIMKTa MHTEPECOB.

COBIIOAEHNE 9TUYECKNX CTAHIAPTOB

B xome skcriepuMeHTa COOJIIOAANMCH BCE CTAaHOAPTHI
paboThl 1 TYMaHHOE OTHOLLIEHUE K XXUBOTHBIM. Bce npu-
MEHUMbIC MEXIyHapOIHbIE, HAallMOHAJIbHBIC W/WJIM UH-
CTUTYLIMOHAJIbHbIC MPUHLMUILI yXO4a U KCIIOJb30BaHUS
JKUBOTHBIX ObLJIM COOJIIOACHHI.
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Inheritance of I'TS DNA in Reciprocal Hybrids Rutilus rutilus (L.)
and Abramis brama (L.) in Early Ontogenesis

V. V. Stolbunova® *

and Y. V. Koduhova“

“Papanin Institute for Biology of Inland Waters, Russian Academy of Sciences, Borok, Yaroslavi oblast, Russia
*e- mail: vvsto@mail.ru

In the first generation of intergeneric hybrids of roach (Rutilus rutilus 1..) and bream (Abramis brama L.), a
violation of the codominant inheritance of the nuclear marker ITS1 ribosomal DNA (rDNA) with fixation
of one parental variant was previously found. Comparing reciprocal crosses, it was shown that homozygotes
are recorded from the gastrula stage and at all subsequent stages of embryonic development, only in crosses
female bream male roach, which indicates the influence of nuclear-cytoplasmic interactions. In this case, the
changes affect the rDNA of the hybrid transmitted both from the male and from the female. At the stage of
underyearlings, the number of bream X roach homozygotes with the dominance of the ITS1 variant of the
female bream decreases, which may indicate a low viability of these individuals. In the case of ITS1 fixation
of roach, which was found in the hybrid female QAR (A. brama X R. rutilus), one can note the viability, fer-
tility and dominance of a number of morphological traits of roach in an individual of a given genotype. Anal-
ysis of ITS1 rDNA segregation in the offspring of hybrid female mating with roach and bream males con-
firmed the hybrid female genotype. It is assumed that the absence of ITS1 amplification in bream X roach
hybrids can be associated with a high level of ITS1 region polymorphism of the bream and bream X roach
hybrids, which was established earlier, and the difference in the regulatory mechanisms of parental genomes.
Possible causes of differences in the variability of ITS1 rDNA in hybrids in reciprocal crosses are discussed.

Keywords: Cyprinidae, remote hybridization, first-generation hybrids, ribosomal gene dominance
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U Er'O KAHAJIN3AIIUU HA ITIPUMEPE ITO3BOHOYHBIX XKUBOTHBIX.
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B craTtbe npuBoaSTCS MaTepualibl, WLTIOCTPUPYIOLINE TIPUHIIMIT CTAOMIN3allUM BBICOKOI TeMIlepaTyphl
TeJia B BOJIIOLIMY [TO3BOHOUYHBIX KUBOTHBIX. B 3BOIIOLNY Y pa3HBIX TPYIIIT ITO3BOHOYHBIX, HAUMHAS C PbIO,
MOSIBJISUIMCH CIy4al SHIOTEPMHOTO MOBBIILICHUSI TeMIlepaTtyphl Teja. Ho aHaiu3 rmokasai, 4To B pa3HbIX
IPYIIIAaX MO3BOHOYHBIX, OT XPSIIEBbIX U KOCTHBIX PbIO A0 IJIALIEHTAPHBIX MJICKOIMUTAIOIIMX U NTULL, IIPO-
SIBJICHUSI SHIOTEPMUM MMEIOT pa3Hble MPOUCXOXICHUE U MeXaHU3Mbl. M maxke cpeay MIJIEKOIMMUTAIOIIUX
SHIOTEPMHEBIE MPOSIBJIEHUS 10 CBOE IIpUpPOIe HEOAMHAKOBEI. B pa3InuHbIX (DUIeTUYECKUX BETBSIX IPEB-
HUX PENTUINI MOSIBJISIMCH IPYMIIbI C MTOBBIIIEHHBIM YPOBHEM 0a3aIbHOTO METab0IM3Ma, OMOXUMUYECKU-
MU XapaKTePUCTUKAMU U MOPPOPU3NOIOTUUECKUMU OCOOEHHOCTSIMU, COMPOBOXKIABIIMMUCS MOBBIILIE-
HHEeM TeMItepatyphl Tesa. KocBeHHOe 10Ka3aTeIbCTBO 3TOr0 — MOSIBJICHNE Ha CITMHE Y psiia TPYIIT IPEBHUX
PEeNTWINIA U3 pa3HBIX SBOJIOLIMOHHBIX BETBEI JOMOIHUTEIbHBIX, OOJIBIINX 10 IUIOIIAAN 00pa3oBaHUil —
IUIOCKUX KOCTHBIX BBIPOCTOB, WJIM KOXHBIX IMApyCOB, HATSIHYTBIX HA CUJIBHO YIUIMHEHHbIE OCTUCTHIE OT-
POCTKM CIIMHHBIX ITO3BOHKOB. EMMHCTBEHHOE aIeKBAaTHOE OObsICHEHUE UX QYHKIUU — 3¢ GEeKTUBHAS OT-
Jaya 0OJIbIIIOTO KOJIMYECTBAa U30BITOYHOTO TEILIa, 00pa30BaBIIETOCsI B pe3yJibTaTe 3HAOTCeHHOIO TepMOTe-
He3a. B craThbe MpoBOAUTCS aHAIN3 3BOTIOLUOHHOIO ITPOUCXOKAEHUS SHAOTEPMUU, HA OOJIBILIOM MaTEPU-
ajie 10Ka3blBaeTCsl OOBEKTUBHOCTh IIPUHIIMIIA CTAOMIU3AallMM BBICOKON TeMmepaTyphbl Tejla B 3BOJIOLIMU
IMO3BOHOYHBIX JKUBOTHBIX U TO, UTO OH SBJISIETCSI OAHOM U3 MEPBOIIPUYMH 1 MOIIHON HAIIpaBJISIOLIEHi CH-
JIoi ux 3BOJIIOLIMA. Pa3zouparoTcst BOIPOCHI, 3a4eM IMTO3BOHOYHBIM XXKUBOTHBIM HY>KHA BBICOKASI TEMIIEpaTy-
pa Teja 1 IouyeMy OHa HY>KHa B IIEPBYIO OYepelb MMEHHO TO3BOHOYHBIM.

Karoueesbie cno6a: TIO3BOHOYHEIS 2KMBOTHBIC, CTaOMIM3alMs BEICOKOI TEMIICPATYPhbI TCJIa B 3BOJJIOLUU I10-
3BOHOYHBIX, 3BOJIIOLINA SHOAOTCPMUHN, SHOIOTCPMUS JPEBHUX pel'[TI/IJ'[I/Iﬁ

DOI: 10.31857/5004213242101018X

BBEAJEHUWE

K13Hb — HEBOOOPA3NMO CIIOKHOE, KOMITJIEKCHOE
sapineHne. M1 oHa HaXoauTCs B TIOCTOSTHHOM TMHAMUKE,
U3MEHEHUU, pa3BUTUU, IBOJIOLUUU. DTO, O€3yCI0B-
HO, eAvHag CjloXHas (YHKIMOHAJIbHAs CUCTEMa,
BHYTPU KOTOPOM IPOTEKAET HEMBICIIMMOE KOJIUYEe-
CTBO CJIOXKHEWMIIMX IPOLIECCOB Ha BCEX YPOBHSX €€
OpraHu3aluy, HaYrMHasg C CaMOI0 3JEMEHTApHOTO
(Yepmun, 2012). Bce 3TH mipoiiecchl HAXOAITCS B IO-
CTOSTHHOM MHOTI'OIUIAHOBOM B3aHMOIEICTBUU APYT C
JIPYrOM U C OKpYXKalollei cpenoii. BeposiTHO, 3KU3Hb —
caMoe CJIOXXHOeE siBJieHue Bo BeceneHHoi!
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IpyrauHbl, akTOphI, ABMXKYIIINE CYJIBI U peajiv-
3yIOIIHMEe MEXaHU3MBbI IIpoliecca dBoaouny 2KU3HT —
MpeaMeT ITOCTOSTHHBIX 00CYKAeHMI 1 ciopoB. Hamm
MIpeACTaBICHUSI 00 3TOM Mpolecce B OOJNbIICH WA
MEHBIIIEN CTeIeHU 00OOCHOBAHbBI, OHU 0a3UPYIOTCS, C
OIHOI CTOPOHBI, Ha ONIMCAHHBIX B JIMTepaType Ha-
YUYHBIX (paKTax, ¢ Apyroil — Ha aHaJIn3e uaeil HeKo-
TOPBIX ABTOPOB, a C TPEThbeil — Ha MaTepualiaXx Ha-
IIMX COOCTBEHHBIX HAYYHBIX MCCIIEAOBAaHMI, Ha J10-
TMYECKUX ITIOCTPOCHUSIX U  yYMOB3AKJIIOYCHMUSIX,
chopmupoBaBIINXCSI Ha X ocHOBe. OOBUHUTH Ha-
LIy KOHLENLWIO B HEJOCTATOUHO 000CHOBAaHHOCTU
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U 9KCIIePUMEHTAJIbHON HENOATBEPKISHHOCTU, Oe3-
YCJIOBHO, MOXHO. [To3TOMY B TaHHOI1 CTaThe MbI pe-
IIMJIY U3JIOXUTh B LIEJIOCTH, OOBSICHUTh U ITOATBEP-
JIUTh TOCTYITHBIMU (paKTaMU CBOIO TOUKY 3pECHUS Ha
3TOT II100AJBHBIN TIpOIIecC.

WCXOAHbIN MATEPUAJL
JJIA PASMBIIINIEHWU

B TeyeHue GoJiee yeM copoka JieT 3aHMMAasICh BO-
npocaMu TEPMOOUOJIOTUM PENTWINN W 3BOJTIOIUAN
TEPMOPETYJISILIAN Y TIO3BOHOYHBIX >XXWBOTHBIX, MBI
TOJIYYWJIM MaTepurajbl, KOTOPbIE TTO3BOJIUIN TIPUNATHU
K psIy OOIIMX BBIBOJIOB O HEKOTOPBIX MEXaHU3MaxX
3BOJIIOIIMOHHOrO Tpoliecca. B ocHoOBe Hamx 3a-
KJIIOUCHUA JIEXKUT LEJIbIA TUIACT SBJICHUMN, CBSI3aH-
HBIX C HAIPABJIIEHHOCTHIO 3BOJTIOIMU MO3BOHOYHBIX
JKWBOTHBIX 1 MEXaHU3MaMU 3TON HAIPABIEHHOCTU.
DTOT MjacT SIBJICHUI MMeeT B CBOEit OCHOBE IPUH-
[IATT CTAOUIN3alluM BBICOKOU TeMmepaTyphbl Tejla B
5BOJIIOLIMKA MO3BOHOYHBIX. BriojiHE BO3MOXHO, UTO
3TO HE €IUHCTBEHHBIN, HO, TEM HE MEHEEe, OYEHb
BAKHBII TUIACT OMOJIOTUYECKUX SIBJICHUIA, HA TIPpUME-
p€ KOTOPOTO MOHO MPOUJLTIOCTPHUPOBATH CIIe MU -
YEeCKUI MeXaHU3M, CleuM(pUIEeCKUN MyTh TEUECHUS
3BOJIIOIIMOHHOTO mpoiecca. Ho mockonbpKy MBI 3a-
HUMaJIUCh UMEHHO TePMOOUOJIOTUEN, TO OCHOBHOM
YIIOp B HAllIEM PAaCCMOTPEHUU MBI CIIEJIAEM UMEHHO
Ha MPOOJIEMBI, CBSI3aHHBIE C TEMIEPATYPOIL.

Tpunyun cmabuauzayuu 8vICOKOI memnepamypbl
mena 6 360U UU NO360HOUHbIX

Eiie B 1940 r. B xXypHasie “Ycnexu cCOBpeMeHHO
omoJiornn” 3aMedaTesIbHBIN, HO “HeopMaTHBII” 1
OTYACTU MMO3TOMY 3a0bIThII COBETCKUIT OMOI0T AJIeK-
canap Bmagnmuposuu Promun (YepnuH u ap., 2016)
onyOJIMKOBAJI CTaThIO O TOM, YTO B 9BOJIIOIIMHU IT03BO-
HOYHBIX XXMBOTHBIX HAOII0aeTCsI TEHACHIINS KO BCe
OoJIblIIeit cTaOMIN3alIiM BEICOKOTO YPOBHSI TeMIIepa-
Typsl Tena (PromuH, 1940). BeiBoabl ero ctaTbu ObLIN
XOPOILIO0 000CHOBAHBI MHOTOUYMCJICHHBIMU OMBITAMU U
aHAJIM30M MaTepuajia, a TakKKe JIMTEpaTypPHbIMU JaH-
HBeIMHA. OTHAKO HAayYHOI OOIIIECTBEHHOCTRIO 3Ta CTa-
Thsl, MIPAKTUYECKU, HEe OblIa 3aMeueHa. Mbl, 3aHUMAa-
SICh TIPO0IeMaMU TEPMOOHOJIOTUH PENTIIIMIT 1 3BO-
JIIOIMY TEPMOPETYJISILIMY Y TIO3BOHOYHBIX, HA OCHOBE
CBOMX COOCTBEHHBIX MCCJIEIOBAaHWI BBIIIA Ha TaKUeE
XKe TeopeTudecKue BBIBOAbl. Ho MOCKONBKY K TOMY
BPEMEHU MBI €111¢ He ObLIM 3HAKOMBI C ITyOIMKaISI-
mu A.B. ProMuHa (ero paboThl, MpakKTUYECKU, HUKTO
He IUTUPOBAaJl, 0 HeM BOOOIIE IT0YTH HUKTO He BCIIO-
MUHa), TO MOATOTOBIJIM 1 OITyOJIUKOBaIU (110 CIy-
YalfHOCTU B TOM € CaMOM XypHaJe, 4to 1 PlomuH, —
“Ycrexu coBpeMeHHOII Omojiornu”) COOCTBEHHYIO
cratbio Ha 3Ty Xxe TeMy (Yepaun, 1990). Ilpuuem
0Ka3aJioch, YTO HAIlM BBIBOJABI TMOUYTHU ITOJHOCTHIO
coBnayu ¢ BeiBogamu A.B. PloMrHa, K KOTOPEIM OH
npuiel Ha 50 jgeT paHbIlle Hac!
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HMraxk, npyHLUNO cTaOMIN3allMK BBICOKOI TeMIie-
paTyphbl TCJ1a B 3BOJIOINN ITO3BOHOYHbIX 2KMBOTHBIX:
Y TIO3BOHOYHBIX XXMBOTHBIX B IIPOILIECCE IBOIIOLINU
HaGII01aeTCSI HATIPaBJIEHHOCTh HA BCe OOJIBIITYIO CTa-
OMIM3alMI0 BBICOKOM TemIieparypbl Tena (PiomuH,
1940; Yepnun, 1990, 2012).

IIposiBjieHHs MPUHIMIIA CTAOUIM3AIMHA

PrIOBI Kak KJ1acc B 1IEJIOM KUBYT IIPU TeMIIepaTy-
pax Bombl (M Tejla) B AuMaraszoHe mpuMepHo oT —2°C
(Bargelloni et al., 1998) mo B cpennem 25—30°C (I'o-

JIoBaHOB, 2013) 1 MaKCUMAaJIbLHO IO 520C! (AHncumoBa,
JlaBpoBckmii, 1983). ¥V GonblMHCTBa pbHIO Mpeamno-
yUTaeMble TeMIIepaTyphl TeJla JIeKaT B IUaIta3oHe OT
20—25° no 30° ('onoBanoB, 2013), XOTs1 y GOJBIIOTO
qucia XOJOAOJIOOMBBIX BHMIOB MpPEAIIOYUTaeMble
TeMITepaTypHl TeJIa CYIIIECTBEHHO HITKE.

Y amdpubuii cutyanus ¢ TemrneparypaMu Xu3He-
eI TeIbHOCTU OUYEeHb CXOJHA: MHOTHE BUbl aKTUBHbI
pu TemrepaTypax tejia 25—30° (Navas et al., 2013), He-
KoTopsle — npu 0—17°, HanpuMep CUOMPCKUIA yI103yo
Salamandrella keyserlingii (SIpues, Kypanona, 2013),
OTHEeHHas cajlamaHnpa Salamandra salamandra (I'yp-
xuit, 2006), sgroHckas THUTaHTCKas cajaMaHapa
(Okada et al., 2008), a y oToeJIbHBIX BUJOB TeMIIEpa-
Typa Tejia uHorma goxoaut mo 39° (Rausch et al.,
2008). TepMasibHbBIEC TIPEAIIOYTEHUSI, KaK U Y PBIO,
BbIpaXkeHbI c1a0o0.

PentriivisiM ISl X YCHIEIITHOM SKU3HEIEeSI TeTbHO-
CTU HeOOXOAMMO, YTOOBI B TEYCHHME BCEro MepHroaa
AKTUBHOCTM WJIM €ro YacCTH, B eXXeIHEBHOM hase mo-
KOS WJIM B APYTHX COCTOSTHUSIX, TO €CTh XOTsI OBI B Te-
YeHME YaCTH CYTOK (M YaCTH Iofia) XKMBOTHbBIE UMEJIU
BO3MOXHOCTb YIEPKUBaTh TeMIlepaTypy Teja B H0-
CTAaTOYHO Y3KOM 1 BHICOKOM IHAlia3oHe — Y MHOTHX
rpyri npuMepHo 28—37°, y apyrux — 35—40°, y He-
KOTOpBbIX — 38—45° (YepnuH, 2014).

V sHg0TepMOB (IITUIL M MJIEKOIIUTAIOIINX) 33 CYET
OMOXMMUYECKMX MEXaHU3MOB TepMOTeHe3a TeMIle-
paTypa Teja Oojiee WIM MeHee CTaOMJIbHO BBICOKASI.
V MileKonuTamuX TeMIIEpaTypa Tejaa B CpeIHeM OT
37 mo 39.5°, y nTu1r oHa B cpegHeM BhIlIe 37° 1 10X0-
INT y psaa BungoB go 42—45.5° (Imuar-HuenbceH,
1982; KontyHn, Pycun, 2016). [Ipuyem 3Ta cTabuim-
3a11s1 BLICOKOM TEMIIEpaTyphl Tejla IPOUCXOAUT YKe,
NpakTUYECKM, B TEUEHME BCEX CYTOK (JIMIIb B psilie
CJlydaeB HECKOJIBKO CHIIKAETCS BO CHE) M Ha IIPOTSI-
>KEHUM OoJibleit yacTu rojaa (KpomMe 3UMHECIISIIIMX
XUBOTHBIX B TMOEpHAIINN). [IpyrumMu cioBamu, cTa-
OMIM3als BRICOKOM TeMIepaTyphl Tejla CTAHOBUTCS
Y HUX MOCTOSIHHOM Y OKOHYATEJIbHOI JaXKe B OYEHb
IIIIPOKOM CIIEKTpPE TeMIlepaTypHbIX YCIOBUII BHEIII-
HEN cpenbl.

! Bce TemmepaTypbl B Hallell cTAaTbe YKa3bIBAIOTCS B Tpagycax
Henscus (°C).

2021



80 YEPJIMH

OaHa U3 OCHOBHBIX NPHYMH NPOSIBICHHUS NPUHIIMIA
CTAOMIM3ALNN — 3HEPreTHYecKas ONTHMHU3AIMS
padotsl epMeHTOB

ITo muenuio A.B. Piomuna (PromuH, 1940) u o
HameMy MHeHUIo Toxe (Yepauun, 1990, 2012), oc-
HOBHOW OMOJIOTMYECKUII CMBICII CTaOMIN3allU BhI-
COKOI TeMmImepaTyphbl Teja B 3BOJIIOLIUU MTO3BOHOY-
HBIX XMBOTHBIX 3aK/JII0YaeTCsI B JYHEPTeTUYECKOIt
ONITUMMU3AIINN padOThl (PEPMEHTOB B OpTaHU3ME
KUBOTHBIX.

®depMeHTH — BaxHelilve @YHKIIMOHAbHBIC
2JIEMEHTHI BCEX XKUBBIX CUCTEM, 0€3 KOTOPHIX XKMN3Hb
KaK SIBJICHHE CYIIIeCTBOBaTh HE MoXeT. TeMIiieparypa
OYCHb CWJIBHO BJIMSIET HAa CKOPOCTb U 3(h(HEeKTUB-
HOCTb padoThl (hepMEeHTOB. B onTuMaibHON TeMIle-
paTypHOii 30He (pepMEHTHI pabOTalIOT MaKCUMAJIbLHO
3¢ PEKTUBHO, TO €CTh XMMUYECKME peaKluhl C HUX
Y4acTHUEM IIPOUCXOIAT OBICTPEe BCEro M C HAUMEHb-
IIIMMH 3aTpaTaMM SHEPTUM, IOCKOJIbKY 9HEPIUs pea-
TUPYIOIIMX MOJIEKYJI MOXKET MOBBILIATHCS 3a CUET BbI-
COKOIi TeMIiepaTypbl, a HE 3a CYET CIleLaIbHbIX
DHEPreTUYECKN 3aTPaTHBIX OMOXMMHWYECKHMX MeXa-
Hu3MoB (buoxumus, 2004). TakuMm o6pa3oM, MUHU-
MU3alMsl 3HEePreTUYECKUX 3aTpaT mpu padore dep-
MEHTOB — OJIHA U3 BaXXHEMIINX 3a1ad JII0O0U XKUBOU
CUCTEMBI, KOTOPYIO OpraHM3M CTapaeTcsl pellvTh, B
YaCTHOCTH, TTOBBILLIEHMEM TeMIepaTyphbl Teaa.

JlornyHo OBUIO OBl MPEAMOJOXUTh: €CIU XKUBas
cucTeMa ycmnemHo (pyHKIHMOHHUPYET, 3HAYMUT, (ep-
MEHTHI IOJDKHBI ObUTM Obl paboTaTh B HEW B OITHU-
MaJIbHOM WMJIX OJIM3KOM K HEMY PEKUME.

OmHako, KaK HU CTpaHHO, Ha JIeJie CUTyarus 00-
CTOWUT HaJIEKO He TaK omHo3Ha4yHo. [lokazaHo, 4TO
MHOTO MUIIEBAPUTENIbHBIX, AbIXaTeJIbHBIX U IPYTUX
BaXXHBIX (pepMEeHTOB y 13 BUIOB pBIO YMEepeHHOit 30-

Hbl MMEIOT TeMIIepaTypHbIi orITI/IMyM2 paboThl B
nunanazoHe oT 30—40° no 50—60° (KomrosHi, Kop-
xKyeB, 1934; KyspmuHa, 1986), To ecTb Ipu TeMIIepa-
Typax OOJHO3HAYHO 60Jiee BEICOKUX, YEM TEMIIEPATy-
pHI Tejla pbIO, ¢ KOTOPBIMU OHU B MPUPOJE PeabHO
KUBYT M 3a4aCTyIO IIPU KOTOPBIX OHU BOOOIIE MOTYT
BeoKUTH (KomrosHir, 1950; AnanndeB, 1959; Kyzpmm-
Ha, 1986).

TeMmmepatrypHbIii OIITUMYM pabOTEI MHOTUX (ep-
MEHTOB Yy PENTWIMI, HA000pOT, Yallle BCEro Haxo-
IUTCS ONIM3KO K OUAIla30Hy TeMIlepaTyp Teja, Mpu
KOTOPOM BTH KUBOTHbIE HOPMAJIbHO aKTHBHBI
(Licht, 1964; Licht, Basu, 1967; Dawson, 1975).

st 60apIIMHCTBA (DEPMEHTOB Y TEIJIOKPOBHBIX
JKUBOTHBIX TEMITepaTYpPHBIA ONTUMYM WX pabOThI
MMPUXOIUTCS Ha auara3oH npumepHo 37—40° (Cpas-
HUTeIbHas1 ¢pusnonorus..., 1977; buoxumus, 2004),

2 TemmepaTypHBIii ONTUMYM — TeMIlepaTypa, Ipu KOTOPOil Ka-
TaJUTUYECKasl aKTUBHOCTh (hepMeHTa MakKcuMayibHa. “Temiie-
partypa, Ipa KOTOPOi1 CKOPOCTh peaKIIMi MaKCUMalbHa, Ha3bl-
BaeTcsl TeMmeparypHbiM onTumymom” (YupkuH, daHuyeHKO,
2010, c. 78).

YCITEXY COBPEMEHHOM BUOJIOTUH

TO €CTh IIOYTHU NOJTHOCTBIO COBITATAET C 30HOM TEMIIE-
paTyp Tejia, C KOTOPOi MOCTOSTHHO KMBYT 3TU KUBOT-
HBIE.

Takum o6Gpa3om, TeMriepatypa Teja y pblO HUXE
ONITUMAaJIBHOM TeMIIEpaTypHOM 30HBI pabOTHI OOJIh-
IIMHCTBA BaxkHelmmx gepmenToB Ha 30—50°. Hns
am@uOMii XxapakTepHa IIPUMEPHO TaKasl Xe pa3HHUlia,
XOTsI OTMEYaeTCsI HEKOTOpasd TEHACHIINS K €€ YMEHb-
IIEHUIO, TTOCKOJBbKY HEKOTOpble aM(UOUM HHOTIA
rpetorcs. TeMmepaTypa Tena penTWINiA B IEPUOAbI aK-
THUBHOCTHU U B Apyroe Bpems (oOpalllaeM BHUMaHUE —
TIEpUOINUYECKN) MOAXOAUT OYEeHb OJM3KO K OITU-
MaJIbHOMY YpPOBHIO paOOThI (hepMEHTOB. Y IITUL U
MJIEKOTIMTAIONINX C BBICOKOW TEMIIEPATypOU Tea
STU pa3InuyMsl CHUXKAIOTCS TTouTH 1o 0° yxke mocro-
ssHHO (YepnuH, 2017; Cherlin, 2015).

CrnenmoBateIbHO, TeMIIEpaTypa Tejla y IMT03BOHOY-
HBIX XUBOTHBIX B BOJIIOINHU (PaKTUIECKM Bce Ooee
MPpUOIMKACTCS M CTAaOMJIM3UPYETCS Ha KOMIIPO-
MUCCHOM JOCTaTOYHO BBICOKOM YPOBHE, KOTOPBII
“TTomkmMaeTcs1” CHU3Y BEICOKOI ONITUMAaTbHOM TeM-
repaTrypoil paboTbl MHOTUX (DEPMEHTOB, a CBEPXY —
JIECTPYKLIMEH BaXKHBIX IS XKU3HEACITESIHHOCTH Op-
raHn3Ma OeJIKOB U IPYTMX COeIMHEHM (0COOEHHO B
HEPBHOI crCTEME).

JIpyrue BO3MOKHbBIE IPUYMHDBI CTAOMIM3AIMHI BBICOKOM
TeMIepaTypbl TeJia

B nutepaType MOXHO HaliTU 1 Apyrue o6oCcHOBa-
HYS BO3MOXHBIX MPUYMH TPOSIBAEHUS MPUHIIMIA
CTadMIU3alIMY BBICOKOM TeMIIepaTyphl TeJia.

Taxk, BaXXKHBIM OMOJIOTUYECKUM CMBICIIOM U TIPpU-
YMHOM CTAOMIM3ali1 BEICOKOM TeMITepaTyphl Tejia B
9BOJIIOIIUY TTO3BOHOYHBIX MOXKHO CUYUTATh YCTAaHOB-
JIeHUEe ONITUMAJIbHOTO PaBHOBECUST MEXy aHa0OJIM -
YyeCKMMM M Kataboinmdyeckumu Iipoueccamu (Pro-
muH, 1940; Yepnun, 1990). A.B. PromuH npennona-
raji, YTo TaKoe paBHOBecUue (PUKCUPYETCs] TPUMEPHO
IIpU TeMIiepaType 0Kojo 37°. DTo MoATBEPKIAETCS 1
COBpeMEHHBIMU HccienoBaHusIMu (Dctepie, 2000).

Kpome Toro, A.B. PromuH mmcan: “...ocHOBHas
3aKOHOMEPHOCTh B Pa3BUTUN XOJOTHOKPOBHBIX ITO-
3BOHOYHBIX — 3TO MOBBIIIEHNE ONTUMAJILHOM! TeMIIe-
paTypbl Teja OO0 TeMIEpaTypbl, IPpU KOTOPOM BO3-
MOXHO JajibHEIilllee IIPpOrpecCUBHOE pa3BUTHE”
(PromuH, 1939, c. 77). OH npeacTaBuJl BIOJIHE Omnpe-
JIeJIeHHble OOOCHOBAaHUSI 3TOTO TOJOXCEHUSI, HO
3[IeCh €ro JOBOIbI MbI [IEPECKA3bIBATH HE OYIEM.

DBOIOLMOHHBIE MOCIEACTBUSA AeiiCTBHA NMPUHIUNA
CTAOMIIM3ALMM )i IO3BOHOYHBIX KHBOTHBIX
M MEXaHU3MbI €ro peau3aiim.
DBOJIIOIKUSA HAOTEPMHH

JI1s1 TOro 4TOoOBl MPUHLMII CTAOMIN3AaLMU BBICO-
KOI TeMIlepaTyphl Teja B 3BOJIOLMU MO3BOHOYHBIX
JXMBOTHBIX PEaIn30BaJIiCs, BO3MOXHbBI ABa IIYTU: 3a
TOM 141
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CUET TIPEUMYIIECTBEHHO BHEIIHUX (SKTOTECPMMUSI)
WJIN MPEUMYIIECTBEHHO BHYTPEHHUX (HAOTEPMMUSI)
WCTOYHUKOB Teria. Ilpm »ToM, B M000M ciydae,
HY>XKHO WMETh BO3MOXHOCTb YIOBJICTBOPUTH [Ba
YCJIOBUSI: UMETh CIIOCOO moaorpena tejia (3KTOTepM-
HBI WJIM 3HOOTEPMHBII) 1 CIIOCOO pEeryIupoOBaHUS
ero TeMIIEPaTyphI.

11 3KTOTEpMOB €CTh TPH YCJIOBHSI, CIIOCOOCTBY-
IOIIME PENICHUIO 3TUX 3a0aY:

1) Hy>kHO OKa3aTbCsI BO BHEIIIHEN Cpelie C TaKUM
COYETaHMEM Pa3HbIX TEPMaIbHBIX (DaKTOPOB (TETLIO-
BOT'O MU3JIyYCHUS COJTHIIA U/WIM OKPYKAIOIIUX IIpeI-
METOB, TeMIIepaTyphbl BO3AyXa U MOYBHI), IIPU KOTO-
poM uMeJics Obl Mo KpaliHell Mepe OAWH MpeBaIupYy-
IOLLIMI, TOCTABJISIIOLINIA K TEJIY XXKUBOTHOTO MOILLIHBIA
TEMJIOBOM MOTOK;

2) BHEUIHSIS cpela JOKHA UMETh CYIIIECTBEHHYIO
MO3aUYHOCTb, KOHTPACTHOCTb TEPMaJIbHBIX YCIOBUIA
OT YYaCTKOB C BBICOKOM 10 Yy4aCTKOB C HU3KOM TeIl-
JIOBOIT Harpy3KOM, 1 BCE 3TU YYACTKHM JJIsI SKUBOTHOTO
JIOJDKHBI OBbITh OAMHAKOBO MOCTYIMHBI (HEOOXOIu-
MOCTb BBICOKOU MOIBUXHOCTU, aKTUBHOCTU KUBOT-
HBIX);

3) B HEpPBHOM CHCTEME TOJKEH OBITh TIPEKIIe BCETO
pPa3BUT MEXaHM3M MOBEICHUYECKOI TEpMOPETYISIINM,
MTO3BOJISTIOIINIA U3MEHSITh OTHOCUTEILHBIN TETJTOBOM
ITOTOK OT Pa3HBIX TEIUIOBBIX (DAKTOPOB, MEHSTD TEIT-
JIOBOI1 OaylaHC Tejla TIPW COXPAaHEHWU 3aJaHHOTO
YPOBHS €0 TeMIIEPaTypPhI.

IlepBbIii MyHKT SIBHO TpeOyeT BbIOOpa BHEIIHeH
cpenbl ¢ MOAXoAsAlIMMU TlapaMeTpamu. BonHas cpena,
B KOTOpOI1 obutanu aMmdubuu, 3TUM TpeOOBaHUSIM
SIBHO HE YIOBJIETBOPsIET. MOIIHBIN TEMIOBOU MOTOK
(MHCOJISIIUS U TeMIepaTypa MOYBbl) 1 KOHTpacTHast
TepMaJibHasi MO3aUYHOCTb CPEAbl TOCTYITHBI TOJBKO
Ha Ccyllle.

BTopoii myHKT Takke MOXKET OBITh peaan30BaH
TOJIBKO Ha CyllIe, U K TOMY XK€ OH TpeOyeT pa3BUTHUS B
oInpeaelIeHHBIX HampaBIeHUsIX MHOrux mopdodu-
3UOJIOTUYECKUX CUCTEM OpraHMW3Ma: OMOPHO-IBUTA-
TEJIbHOM, AbIXaTE€JIbHOU, IMTOKPOBHOM, CEPIAECYHO-CO-
CYIMCTOM, HEPBHOM, 2HeproodecrneyeHus 1 ap.

DHIOTEPMBI PEIIWJIM 3TH IPOOJIEeMbl B OOIbIICH
CTENEHM 3a CYEeT BHYTPEHHUX MEXaHU3MOB (3HOO-
TEHHBIM TEPMOIEHEe3 U PEry/salus TeMIepaTyphl 3a
CUYeT M3MEHEHMI HHTEHCHUBHOCTHM TepMOTeHe3a U
TEIUIOOTAAYN), OCYILIECTBUB COOTBETCTBYIOIINE 3BO-
JIIOLIMOHHBIE TMepecTpoiiku  Mopdodr3noaIorude-
CKUX CHCTEM OpraHMu3Ma.

OmHaKo MCCIeIOBaHUS B OCHOBHOM ITOCIICTHUX
MEeCSITUJIETUI TTOKa3bIBAIOT, YTO TIOHSITHE SHIOTEP-
MUU CaMo 10 ce0e HeBEPOSITHO CJIOKHOE, pa3HOILIa-
HOBOE U €llle TaJIeKO He TO3HAaHHOe. A TO, YTO O HeM
K HACTOSIIIIEMY BpeMeHHN U3BECTHO, TTOCTAaBUJIO MHO-
IO HOBBIX BOITPOCOB I10 CYTH ITPOOJIEMBI.

Zleno B TOM, YTO Y pa3HbIX I'PYIII ITO3BOHOYHBLIX
KMBOTHBIX M3BECTHO MHOXKECTBO CTpaTGFI/IfI IIposAB-
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JIEHUsI SHAOTEPMHBIX CBO#icTB. Yalle Bcero, Korma
peYb 3aXOOUT 00 SHAOTEPMUM Y TTO3BOHOYHBIX XKUBOT-
HBIX, O TEpPMOICHE3¢, TO BCIIOMUHAIOT M OOCYKIAIOT
KJIaCCUYECKUE MOJIENIbHbIE TPYIIThI — MJIEKOITUTAIO-
mux ¥ ituil. Ho aHmoTepMust B Toi uiim MHOIM (popMe
M CTENEeHM WM3BECTHA Yy BCEX TPYIII IMO3BOHOYHLIX.
ITosTOoMy, HAUHEM C PBIO.

OHAOTEPMMUA V¥ Pblb

XpsiiieBble 1 KOCTHbIE PIOBI HE3aBUCUMO JAPYT OT
JIpyTa pa3BWwiu crieurduueckre ¢hopMbl MbIIIIEYHO
SHJIOTEPMUU, MO3BOJISIONIME UM TOAHSATh TeMIepa-
TYpPY CBOETO T€JIa OTHOCUTEIBHO OKPYXaIOIEN BOJIBI.
OTUX crieur@uIeckux cTpaTeruii B OCHOBHOM JIBE.

1) Terio cTaHOBUTCS ITOOOYHBIM ITPOAYKTOM
JIEMCTBUII MEIJIECHHO COKpAaIlaloIIUXCs a3pOOHBIX
KPAaCHBIX MBIIII] BO BPeMS IOCTOSIHHOTO ILIaBaHUS
(aHIOTEpPMUS KpaCHBIX MBIIIIIT). Majio Toro, objiactu
BOKPYT KPaCHBIX MBIIII aHATOMWYECKHU OpPTaHU3y-
IOTCSI B CBOEOOpa3HbIA TEPMOCTAT, IIPEXIe BCETO, 3a
CYET pa3BUTHUA CETU ITPOTHMBOTOYHBIX KPOBEHOCHBIX
cocymoB (4YymecHasl CeTbh), IIPU3BAHHOI COXPaHSTh
terwio BHyTpH Tena (Graham et al., 1983; Graham,
Dickson, 2000, 2001; Katz, 2002; Dickson, Graham,
2004).

2) I'mazonBurarebHbIC MBIIILBI [IPEBPALAlOTCS B
CIIeUMaJIM3UpPOBAaHHEIM HarpeBaTeIbHBIA OpraH, B
KOTOPOM MBIIIIEUHBIC BOJTOKHA TEPSIOT COKPATUTEITb-
HYI0O aKTUBHOCTb U BBIITOJIHSIIOT XOJIOCTBIE IIMKJIbI
KaJIbLMS MEeXAY IMTOIIa3MOM U capKoIljla3MaTude-
CKUM PETUKYITYMOM, IIPOUCXOASIINE C BhIACIICHUEM
tera (Carey, 1982; Block, 1986, 1994; Morrissette
et al., 2003).

Takum o6Gpa3oM, HarpeBaTeJbHbIE OpraHbl MPO-
MU3BOASIT HEAPOXATEJIBbHBIM TEepMOTreHe3, KOTOPBIiA
MOXKHO Ha3BaTh YepeITHOM 3HIoTepMueil. B momoi-
HEHME K 3TOMY MEXaHU3M TeIJIOIPOAYKIIMY B Yepere
MOXET OBITH €Ille CBI3aH C COKpAIleHUSIMU KPACHBIX
r1azogBurareabHbIX Mbll (Sepulveda et al., 2008)
WK C Tiepeaadeil Teraa OT OCEBBbIX KPACHBIX MBIIIIILL
yepe3 CrieliMaIbHbIe OTBEPCTHS B 3aHEH YaCcTH Yeperia
(Dickson, Graham, 2004). Tonpko oguH BUA TYHIIA,
Allothunnus fallai (1oXHBII TyHeEl[), UMEET HACTOSI-
Ui 06orpeBaTeslb MO3Tra, IS 4YerO MCITOJIb3YIOTCS
BCE YeThIpe IIPSIMBIX MBIIIIEI (Sepulveda et al., 2008).
Haxkonen, y onaxa Lampris sp., Lampridiformes, He-
JaBHO ObLIa ONMKCAaHA YHUKAJIbHAS CTPATETUs TEII0-
MPOIYKIIMHU, BKIIIOYAIOIIasl KaK YeperHYI0 S9HI0Tep-
muio (Runcie et al., 2009), Tak u crenuduIecKyro
SHIOTEPMUIO Bcero Tea (puc. 1), B OCHOBE KOTOPOIA,
CKOpee BCeTro, JIEKUT HeIpOoKaTeIbHbINA TepMOTreHe3
(Wegner et al., 2015; Franck et al., 2019). Kpome ye-
pemHOro TepMOTeHe3a U TepMOreHe3a KpacHBIX
MBIIIIL BOKPYT OCEBOTO CKeJIeTa, MHOTIA IJISI TIOBBI-
LIEHUsI TeEMITepaTypbl UCITOJIb3YIOTCS aKTUBHO pabo-
Talollye TPyaHbIe TUIaBHUKU. Tak, yepeItHas U Ipy/-
HO-IUIAaBHMKOBASI YyAECHbBIE CETU ObLIM TakKXKe OOHa-
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PYXEHBI y HECKOJIBKMX BUIOB CKaTOB, HO CTpATEeTHS
X TETJIONpPOAYKIIMM MoKa Heu3BecTHa (Alexander,

1996).

B 11e710M ITOBBIIIIEHHYIO TEMIIEPATYPY B TYJIOBUILIE
U B 4yepene AEMOHCTPUPYIOT MHOTO Pa3HBIX TPYIIIT
pBIO — TYHIBI, aKyJdbl, MAaKpEIN, MapJIUHBI, PHIOBI-
MeuH, capraHsbl, oraxu u ap. (Carey et al., 1971; Lin-
thicum, Carey, 1972; Carey, 1982; Block, Carey, 1985;
Block, 1986, 1991, 1994; Wolf et al., 1988; Block,
1991, 1994; Block et al., 1993; Block, Finnerty, 1994;
Graham, Dickson, 2000, 2001; Dickson, Graham,
2004; Bernal, Sepulveda, 2005; Miya et al., 2013;
Watanabe et al., 2015; Franck et al., 2019; Pimiento
et al., 2019; Legendre, Davesne, 2020).

Pacmmmpenne nuama3oHa TeMIIEpaTyp OKpYyXKaro-
meil Boabpl M obiacteil reorparMueckoro pacipo-
CTpaHEHMUs MpearnojaraeTcsi MHOTMMU aBTOpaMM KakK
OCHOBHOE€ aJIalITUBHOE IIPEUMYILIECTBO SHAOTCPMUH,
a OCOOEHHO SHIOTEPMUM KPACHBIX MBIIII B 3THX
takcoHax (Dickson, Graham, 2004; Watanabe et al.,
2015). D10 MOXeT OBITh OCHOBHOI ABIVKYILEH CHIION
KOHBEPIE€HTHOI'O MPOMCXOXIASHMS 3HAOTCPMHHU, I10
KpaliHEe Mepe B IIECTU PAa3HbIX BETBSX IJIACTUHYA-
TOXA0EPHBIX M KOCTUCTBHIX PBIO, a TaKXKE Yy TMIaHT-
CKH1X BBIMEPIINX MOPCKUX PETITUINI, TAKMX KaK NX-
THO3aBphbl, IUIe3M03aBpbl M Mo3azaBpbl (Bernard
et al., 2010; Legendre, Davesne, 2020).

HHJOTEPMUSA V PENNTUINN

Cpenu penTUJIMiI TaKKe M3BECTHA CIIOCOOHOCTH
MOBHIIIATh TEMIIEPATYPy CBOETO TeJia IO OTHOIIEHUIO
K TeMIlepaTypaM BHEIIIHEI Cpenbl 3a CUeT 3HAOIeH-
HBIX MeXaHu3MOB. OIMcaHO HECKOJBKO BapuaHTOB
CTpaTeruii uX SHIOTEPMUMN.

HaubGonee n3BecTHBIN ciydail — IpoKaTeabHBIN
(CoOKpaTuTeJIbHbII) TEpMOTEeHE3 — Cpelu 4ellyitya-
ThIX PETITUJIMI, KOTOPHIi CBS3aH, B YACTHOCTHU, C PO-
IUTEJIbCKUM TIOBEICHUEM Y Pa3HbIX BUIOB 3MEW.
Tak, caMKd TIMTOHOB IIJIOTHO OOBUMBAIOT KJAAKy
KOJIbLIaMH CBOEro Tesa. Temmeparypbl UX Tejla M
KJTaIKV TIPY 3TOM TOBBIIIAIOTCS U CTAOUITU3UPYIOTCS
Ha ypoBHe npuMepHo 30—32°. [IpoucXOauT 3TO ABY-
M$SI OCHOBHBIMY MTYTSIMU.

OoVH U3 HUX — TEPMOpPETYJISLIMOHHOE TOBEIe-
Hue. Ecau TeMmrieparypa okpyxaloleil cpeabl 1 Tejia
CaMKM MUTOHA OIycKaiach Hike 31°, 3Mest moacTaB-
JIsIJla 9YacTh CBOETO TeJIa B HAIPETYIO 30HY IO JIAMITY,
rpeja ee, a 3aTeM BTSATMBaja 3Ty HarpeTylo 4acTh
BHYTpPb KOJIELI TYJIOBMINA, ITOOIMXKeE K Kiaake. B pe-
3yJbTaTe TeMIIepaTypa BCEro Teja 1 KJIaaK! IMUTOHA
noseianack (Opno, 1986; Valensiennes, 1841; La-
marre-Picquot, 1842; Sclater, 1862; Pope, 1961; Hutchi-
son et al., 1966; Crawshaw et al., 1981; Harlow, Grigg,
1984; Slip, Shine, 1988). Takoe noBeaecHUE HAOIIOAA~
JIOCh, HAIIpUMeEP, Y KOPOJIEBCKOro TUToHAa Python re-
gius, TAMOPCKOTIO BoAsSIHOIro muToHa Liasis mackloti n

VCITEXU COBPEMEHHOM BUOJIOTUH

Puc. 1. Temneparypa tena onaxa Lampris guttatus. Pac-
npeneieHue BHYTPEHHUX TeMIiepaTyp Tejia (M3MepeHus
cIeJlaHbl IIPUMEPHO Ha IIyOrHe 4—5 CM ITOJ, KOXEI Y phI-
661 mmHoM 98.0 cM u Becom 40.0 Kr npu Temmneparype
okpyxkaroieii Boabl 10.5° (rmo: Wegner et al., 2015).

3ejieHoro nutoHa Chondropython viridis (OpnoB,
1986).

Ho ectb u BTopoii nyth. [Ipu TemMneparype cy6-
cTpaTa M Bo3ayxa Huxe 25.5—31° y caMOK MUTOHOB
HaOII0JaJIMCh MYJbCUPYIOIIME COKPAILEHUST MBIIIIILL
Tena ¢ dyactoroit ot 10 mo 42 B muuyty. Ilpu 3TOoM
TeMIlepaTypa Teja 3Mell moBbllaiach 10 32—33° u
nojajaepxuBajach Ha 3ToM ypoBHe (Opios, 1986).
DTO TUMUYHBIN IIPUMED APOKATEIILHOTO UJIN COKpa-
TUTEJIBHOIO TepMoreHe3a. [1pu 3ToM MmokazaHo, 4TO
4acToTa MBIIIEYHBIX KOHTPAKTYP MPSIMO MPOIOPIIK-
OHaJIbHA 3HJIOTeHHOMY IOBBIIIEHUIO TEeMIIepaTyphl
testa (van Mierop, Barnard, 1976a,b). B pesynbrare
JIpOXXAaTeJIbHBIN TEPMOTEeHEe3 MTOAHMMAET TeMIlepaTy-
py Tejla OTHOCUTEIIBHO TEMIIEPATyphl BO3ayXa Ha 7—
18° (OpioB, 1986; Sup, Shine, 1988; Snow et al.,
2010). Takoe siBIeHUE OBLIO OTMEYEHO Y OUPMAHCKO-
ro nutoHa Python bivittatus (Valensiennes, 1841; La-
marre-Picquot, 1842; Hutchison et al., 1966), y KkoB-
poBoro muroHa Morelia spilota (Sup, Shine, 1988;
Stahlschmidt, DeNardo, 2009), a Takxe y KOpoJieB-
CKOTO MUTOHA, TAMOPCKOTO BOJISIHOTO ITMTOHA U 3¢-
sneHoro mutoHa (Opios, 1986).

by crienunanbHO MOCTaBJIEHBI SKCIIEPUMEHTHI,
MpU KOTOPBIX B TeppapuyMax ¢ HACHKUBAIOIIUMU
caMKaMM ITMTOHOB OTCYTCTBOBaJIW WMCTOYHUKU Ha-
MpaBJICHHOTO Tella, a TeMIlepaTypa cyocTpaTa |
Bo3ayxa obuia 27—30°. HecMoTpst Ha 3TO, TEMIIEpATY-
pa TeJla HACHMKUBAIOIIMX CAMOK TUMOPCKOTO BOISI-
Horo mutoHa cocTapisiia 31—33°, a KOpoJieBCKOTO
nutoHa — 31—32.5° (Opnos, 1986).

I1pu 3TOM TIpOSIBIIEHNE CITOCOOHOCTH K SHIOTCH-
HOMY IOBBILLIEHUIO TeMIIepaTyphbl TejJa OTMEYaIU Y
OepeMEHHBIX CAMOK MUTOHOB IPUMEPHO 3a 2 Heleau
JIo sTineKiIaaku. Bech mepron MHKyOauy STLL IJTAJI -
Ne 1
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cs1 68—70 nueii. IToyTu Bce 3TO BpeMs TeMIiepaTypa
Tesaa 3Meil Oblla MOBBIIIeHHAas, HO 3a 5—10 gHel no
KOHIIa MHKYOAalIMKM TeMIlepaTypa UX Teja ITOCTeIleH-
HO TOHWKAJIach M CPpaBHUBAJACh C TeMIIEpaTypaMu
cyocTtpaTa u Bozmyxa (OpiioB, 1986).

C1r1ocoOHOCTB TTOBBHIIIATE TEMIIEPATypy Tejla BHE
CBSI3U C POAUTENILCKUM TTOBEACHUEM OTKCAaHA U sl
JPYTUX PEeNTUWINA, OCOOEHHO CPEIHUX M KPYITHBIX
pa3MepoB — WUTyaH, BapaHOB, a IIPU CTPOUTEIBCTBE
rHesma — y yepernax u kpokomwioB (Benedict, 1932;
Hutchison et al., 1966; Brattstrom, Collins, 1972;
Cloudsley-Thompson, 1974; Johnson, 1974; Dutton,
Fitzpatrick, 1975; Smith, 1975; Sapsford, Hughes,
1978; Bartholomew, 1982). Ecinu y Meakux penTuinii
¢ OOJIBIIIOI OTHOCUTEBHOM TMTOBEPXHOCTHIO TEJIa 3TO
SHIOTEHHOE TETIO OUeHb OBICTPO PACCEUBAETCS, TO Y
6oJiee KPYITHBIX XXKUBOTHBIX OHO MOXET UMETh OIIpe-
neneHHoe 3HadyeHue (Benedict, 1932). BTo 6bL10 MO-
Ka3aHO Ha KpYMHbBIX yepernaxax, BapaHax M np. (Gal-
vao et al., 1965; Fair et al., 1972; Seebacher et al.,
1999; Burness et al., 2001), Ha KOXUCTBIX MOPCKMX
yepenaxax Dermochelys coriacea (Fair et al., 1972), Ha
3elieHbIX yepenaxax Chelonia mydas (Standora et al.,
1982).

V koxmucToit Mopckoit uepenaxu Dermochelys co-
riacea, camoii OOJIBIIION M3 COBPEMEHHBIX BUIOB Ye-
penax — g0 700 kr (Paladino et al., 1990), 6bL1a onu-
caHa roMeoTepMHUs Oaarogapsi ee CIOCOOHOCTH ITO/I-
JIepXuBaTh TEMIIEpaTypy Tejla Ha OTHOCHUTEJIbHO
MMOCTOSTHHOM YPOBHE — KaK MMHUMYM Ha 18° BhbIlIIe,
yeM TeMIlepaTypa OKpYXalollleil XOJIOMHOI BOIbI
(Greer et al., 1973). Ota TepMoperysius odecrieum-
BaeTCs OYEHb TOJCTHIM M3O0JUPYIOIIUM CI0eM CyO-
BMUAEPMANIBHO  BaCKYISIPU3UPOBAHHON KMPOBOit
TKaHU, aHAJJOTMYHOM KMPOBOM TKAaHU KHMTOOOpa3-
HbIx 1 JactoHorux (Davenport et al., 2009). 2KupoBoii
CJIOI TaKKe TIPUCYTCTBYET BOKPYT TJ1a3 BO3JIe CeTIaT-
KM Y BHYTPHU ITIOJIOCTH 4Yepelia, 3aliuinas Helipokpa-
HUYM 1 COJIEBBIC 3KeJIe3bl U OTPaHNYNBAsI ITOTEPU TEII-
na BoBHe (Davenport et al., 2009). Kpome Toro, mpo-
TUBOTOUHBIC  TEIUIOOOMEHHUKHU,  aHaJIOTUYHBIC
TaKOBBIM y TYHIIA M aKYJIbI-JTAMHMAA, MOXXHO HAiITU B
ero rmepegHeM M 3amHeM IntaBHMKax (Greer et al.,
1973), 1 O6bUIO TIOKa3aHO, YTO BOZMOXHOCTh O0ecIIe-
YUTh aKTUBHYIO TEPMOPETYJISILIMIO Yepe3 KOHTPOJIU-
pyeMoe paccerBaHHME TeIUIa, HAIIPSIMYIO 3aBUCHUT OT
TeMIeparypbl OKpyxXatoreit Bomsl (Bostrom et al.,
2010). OTH TemI00OMEHHUKY TaKKe (DYHKIIMOHUPYIOT
KaK JIOKaJIbHbIM cIOCcO0 BO3BpalllaTh TEILJIO, BbIIEJIS -
eMOoe IIPY MBIIIEYHOM TePMOTE€HE3¢ BHYTPM KOHEY-
HOCTH U MPeIoTBpalllaTh TUNEPTEPMUIO B OCTaTbHOMI
yactu teaa (Davenport et al., 2015). DTu n1Be aganTa-
LM MO3BOJISIOT Yeperiaxe NOoAAepKMBaTh TeMIIepa-
TYpy Tena oKoIo 25° gaxke BO BpeMsI aKTUBHOTO TLIa-
BaHUSI B XOJOAHOI BOAE BO BpeMsl I'TyOOKUX IOTPY-
JKEHUM WIN B TPUTTOJISIPHBIX BOAAX MTPU TeMIiepaType
Boabl MeHbIIe 5° (Bostrom et al., 2010; Kohler et al.,
2012).
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Hannuue sHOOTeHHOM TETTONPOAYKIIMH Y KOXU-
CTOM MOpPCKOI1 uepernaxu no GU3NOJOrMIeCKUM Xa-
pakTepruCcTUKaM TErJ0BOT0 OOMeHa He OTJIMYaeTcs
OT TAaKOBBIX y Apyrux pentuaunii. [1o a3Toit mpuumHe
0OJIBIIION pasMep TYJIOBUILA U BBICOKAst UHCYJISILIVS
ObLIM MPEIIOXKEHBl B KauyeCTBE OCHOBHBIX NMPUYWH
rOMEOTEPMUHU KOXKUCTHIX Yeperiax, KOTOphIe JelaloT
BO3MOXHBIM COXpaHEHME Terla B OpraHusMe, He
TpeOys1 BBICOKOI ckopocTu MeTabonusma (Paladino
et al., 1990). DTa crparerus, nojayyusiiias Ha3BaHUE
TUTAHTOTEPMUM, BIIOCJIECACTBUU ObLIa TIpeasIoKeHa
KaK TEpMOPETYISITOPHBIN MPOLIECC Y KPYITHBIX TUHO-
3aBpoB He nTtmubeii auHuu (Paladino et al., 1990;
Chinsamy-Turan, 2005; Sander et al., 2011; Seymour,
2013). [JeiicTBUTEIBHO, OONBIION pa3mep Tejia ObLI
OIMMCaH KakK MOTeHIINAIbHAS TPUYNHA TOMEOTEPMUM
I1MHO3aBpoB ¢ KoHua 1970-x rr. (Benton, 1979), u ru-
MoTe3a TUTaHTOTePMUU C TeX MOp obOcyxkKaaaach BO
MHOTHUX ITaJIEOHTOJIOTUYECKUX VCCIEIOBAHUSIX U 00-
30pax C TIPOTUBOPEYMBLIMU MHTEPIIPETALIUSIMU O
BO3MOHOM BJIMSIHUM (DUJIOTEHUU 1 OHTOreHe3a Ha
9TOT pusnoaorndeckuii mpouecc (Sup, Shine, 1988;
Snow et al., 2010; Burton et al., 2011; Brashears, De-
Nardo, 2013). V3kocnenuaau3MpoBaHHbIE aganTa-
LI KOXKUCTOM Yeperiaxu, OJHAKO, TECHO CBSI3aHKI C
IMOCTOSTHHBIM TIAaBAaHUEM, CBSI3aHHBIM C OKEaHUYe-
CKUM, TleJlarn4ecKuM oopa3oM Xu3HU. JIpyrvue Bo3-
MOXHbIE TIPUYUHBI [JisI TIPOTUBOTOYHON CUCTEMBI
oOMeHa B KOHEYHOCTSIX YETBEPOHOTMX MOTYT OBITh
TakxXXe CBsSI3aHbl C BOAHBIM 00pa3oM XKU3HU, KaK 3TO
MokKa3zaHo y YyTKoHoca Ornithorhynchus anatinus
(Grant, Dawson, 1978), u ¢ 4pe3BbIYaTHO XOJOIHbBI-
MU TeMIlepaTypaMM OKpYyXalollleii cpeabl, Kak Ha-
omronaercsad y nuHrBuHOB Spheniscidae (McCafferty
et al., 2013) unu y necua Vulpes lagopus (Prestrud,
1991). O6001IeHNE 3TOI CTpaTeTUH IJIsk APYTUX KJ1a]l
MO3BOHOYHBIX TOJIBKO Ha OCHOBAHUU UX GOJBIIOTO
pa3Mepa BBOOUT B 320 TyKIeHME, OCOOCHHO 0e3 yueTa
pa3HULIBI B pa3Mepax Mexay KOXUCTON yepenaxoi u
GOIBIIMMY He NTUYbMMU JUHO3aBpaMu (HarpuMep,
3aypOoIIONHbI).

DTO CBOMCTBO MOXET ObITh (DYHKIITMOHATIBHO CBSI-
3aHO C MPUOOpEeTeHUEM SHAOTEPMUHU, TaK KaK MC-
MOJIb30BaHME APOXKATETBHOTO TEpMOTeHe3a BO BpeMsI
MPOOYXIEHUS Y MEJIKUX 3UMHECTISIIIIUX MJIEKOITUTA-
IOLLMX OYEHb MOX0XE Ha TOMEOTEPMUIO HACHXKIUBAIO-
mux nutoHoB (Grigg et al., 2004). CnocoOHOCTh K
SHJIOTEHHOI TeIJIONPOAYKIIMU MpUBeia HEKOTOPHIX
aBTOPOB K IIPEAINOJOXEHUIO, UTO IPOKATEIbHbII
TepPMOTeHE3 MOXKET OBITh He €IUHCTBEHHBIM MeXxa-
HU3MOM, BOBJIEYCHHBIM B IIPOM3BOACTBO TEILIA Y
STUX BUJOB MUTOHOB, 1 YTO Y HUX TAK3K€ BO3MOXEH 1
HenpoxaTeabHbIl TepmoreHes (Brashears, DeNardo,
2013). N peiicTBUTENILHO, Y HACUKMBAIOIINX CaMOK
IMUTOHOB 3aMETHO ITOBKILIAJICSI YPOBEHL META00IU3-
Mma (Benedict, 1932; Stemmler-Morath, 1956; Hutchi-
son et al., 1966; Vinegar et al., 1970; Johnson et al.,
1975; van Mierop, Barnard, 1976a,b; Wagner, 1976;
Ross, 1978, 1981).
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Ho B pa3HBIX oTpsmax penTWInii ObLTa 3aIOKY-
MEHTMPOBaHa TaKXe CITOCOOHOCTh BPEeMEHHO ITOM-
Iep>KUBaATh O00JIee BLICOKYIO TeMIIepaTypy Tejla TaKKe
W TIyTeM HeIpOKaTeIbHOTO (HECOKPaTUTEIbHOTO)
TepMOTeHe3a.

Tak, y rpeMyunx 3Meii BO BpeMsl MUILECBapEHUS
HaOJI0JaoCch HEOOMBIIOE MOBHIIICHUE TEMIIEpaTy-
pBI Tena (IpUOIU3UTENIFHO Ha 1° Tociie 0OMILHOIM
elIbl), JIsIIeecs 10 6 THel U HAIPSIMYIO KOppeJupy-
olee ¢ pa3MepoM cheaeHHou nuiu (Tattersall et al.,
2004; Tattersall, 2016), Wi y HEKOTOPHIX BapaHW
(mpubausutenbHo Ha 0.5°) (Bennett et al., 2000).
B o6oux mpumMmepax, HECMOTpPsI Ha CUJIBHOE YBEJIMYe-
HHE CKOPOCTH MeTabonrM3Ma B TpU—YETBIPE pas3a y
BapaHnun (Bennett et al., 2000) u B 20 pa3 y HeKOTO-
peix 3Meil (Secor, Diamond, 2000), moBbIlIEeHHOE
noTpeOdicHNEe KUCIOpoaa CBSI3aHO ¢ (DU3HOJIOTrhYIe-
CKUMHU (PYHKIIMSIMU, a HEe ¢ Terutonponykuueii. Ta-
KUM 00pa3oM, POCT TeMIlepaTyphl Teja BCerma ocTa-
€TCsI OYCHb MaJICHbKMM, YTO TaKXKe BEPOSITHO CBSI3a-
HO C TIOBBILIEHHO# TeronpoBogHocThio (Tattersall
et al., 2004).

OTMeueHO HEKOTOPOE MOBBIIIEHUE TeMITepaTyphl
Tena 3a00pHOM UTyaHbI Sceloporus 6€3 BCSIKOM MBbI-
IIEYHON pabOThl — TOJBKO KOTAAa OXHOMY CaMILy
MpeabsBIsLIN Apyroro. TeMmIiepaTypa Tejia IIpu 3TOM
noBblmaiack y Hero Ha 0.25—3.0° (B cpenteM Ha 1.3°)
TOJILKO OT 3MOLIMOHAJIBbHOM arpecCUBHOI peakLUuu
0e3 BCSKHUX BHEIIHUX TPOSIBICHUM W ABUXEHUI
(Engbretson, Livezey, 1972).

OmmcaHoO YMCTO MeTa0OIMYECKOE ITOBBIIICHUE
TeMIlepaTyphl Tena siuepul Tery lupinambis meri-
anae BECOM OKOJIO 2 KT B PEMPOAYKTUBHBIN MEPUO/.
B TeyeHne HOYM OHM HAXOOWJINCh B UICKYCCTBEHHOII
Hope. Ho mpexne yem BBIATH M3 Hee IIPU IIEPBOM
ocBeleHun yrpoM (6:00 yTpa), Tery y:xe MMeJId TEM-
nepaTypy Tella CYIIECTBEHHO BBIIIIE, YeM B OKpYKalo-
mieit cpene nHorma Ha 6—10° (Tattersall, 2016; Tatter-
sall et al., 2016) (puc. 2).

Takxe oTMeYeHO MOBHILIEHNE TEMITEPATYPhI TeJla
SIILIEPULL IIPY MATOJIOTUUECKUX PEAKIIUSIX, IIPU BBEE-
HUM psiga 0aKTepHaTbHBIX ITPENapaToB WK IIpu 60-
nme3nsx (Vaughn et al., 1974; Bernheim, Kluger, 1976;
Firth et al., 1980; Cooper, Jackson, 1981; Balsai, 1986;
Muchlinski et al., 1989; Warwick, 1991).

Y HEKOTOPBIX TPYHIT APEBHUX PENITUINIA, TIpUHA -
JIeXallnxX K pasHbIM OTpsiIaM UM jJaxe KjaccaM, Ha
CIIMHE HMEJIMCh OOJIbIIME MO IUIOIIAIN BBIPOCTHI
pa3HOI CTPYKTYPhI, HA KOTOPbIE UMEET CMBICI 0Opa-
TUTh 0CO00€ BHUMaHMe. Tak, y ClIMHO3aBPOB (IMHO-
3aBpBI, 3ayPOIICUIbLI) OCTUCThIE OTPOCTKM CITMHHBIX
MO3BOHKOB ObUIM CUJIBHO YIJIUHEHBI (MHOTIA 10 1 M
1 gaxe Oosee) M OOTSIHYTHI KOXKeil B BHUIE ITapyca
(puc. 3, 4).

Y muMeTpoIoHOB (puc. 5, 6) 1 3mado3aBpoB (puc. 7, 8)
(TIeTMKO3aBphl, CUHATICUIBI) JJIUHOMI OT 1 10 6.5 M 1
BECOM 10 2 T TOXKe MMEJIMCh MOIO0HEIE TTapyca. Tak-

VCITEXU COBPEMEHHOM BUOJIOTUH

32°

Puc. 2. ndpakpacHoe TeII0BOe U300paKeHUE SILIEPULL
tery Tupinambis merianae, UMEOIINX CYIIIECTBEHHO 0O-
Jiee BBICOKYIO TeMIIepaTypy Tejia, YeM B HOpe, B KOTOpOit
OHU B Te€YEHHE OOJIrOro BpeMeHM Haxoawiuch (1mo: Tat-
tersall et al., 2016).

Ke mapyca Ha CIIMHE UMEIU U HeKpYITHbIe 10 1.5—2 M
TpHUACOBBIC apX03aBPhl KTEHO3aypUCLUIbI (pucC. 9).

Y cTero3aBpoB (TakxKe NTUHO3aBPbl, 3ayPOIICUIbI)
B CpeaHEM OKOJIO 9 M B IJIMHY U OKOJIO 4 M B BBICOTY
Ha CIMHE MMEJIUCH /1Ba Psifia KPYITHbBIX KOCTHBIX TLJ1a-
ctuH (puc. 10, 11). KocTh B 3TUX IJIacTUHAX ObLIa
pbIXJiasi, MPOHU3aHHAasi MHOTOYHCIEHHBIMU KaHAJb-
11aMU, BEPOSITHO, KPOBEHOCHBIMU COCYIaMU. 3allUT-
Hble (DYHKIINU, KaK 3TO W3HAYAJIbHO Mpearojaraim
HEKOTOpble yueHble, Takasl pbixjas HaroJHEHHas
KPOBBIO KOCTh BPSIJI JIU MOTJIa UCTIOJIHATh. Y Hee SIB-
HO ObLTU Ipyrue (PYHKIIUU.

M mapyca, 1 KOCTHBIE IUIACTUHBI Hambojee 3¢-
($EeKTUBHO MOIJIY OBITH UCIIOIL30BaHbI ISl TEPMOpPE-
ryissumu. Ho B kakom kKadectBe? UTOOBI pa3oopaThCst
B DTOM, Y3HAeM, KaKylo TeMIIepaTypy TeJla UMeJI U
HOAIePXXUBAIN y ce0sT KpYMHbIE TMHO3aBPHL.

OO0 ypoBHe TeMmIlepaTypbl Tejla y JAWHO3aBPOB
MOXHO CYIMTb IO JaHHBIM CITeIMaIbHBIX UCCIEI0-
BaHUI1 M pacyeTaM, IPUBEACHHBIM Pa3HBIMU aBTOpaMU
B nocienHee Bpems (Eagle et al., 2011; Grady et al.,
2014; Canavan et al., 2016). Bce oTit aBTOpHI, UCCIE-
Iysl JaHHYIO TIpO0JieMy € pa3HbIX CTOPOH, CXOASITCSI
Ha TOM, 4TO Y JMHO3aBPOB TeMIIeparypa Teja 10 KHa
OblIa COXpaHSITHCS TIPUMEPHO Ha YpOBHE OT 27—28°
1o 32—38°. 3a cueT yero y HUX MorJjia yIep>XX1uBaTbCs
TakKas BbIcOoKasl TeMmIriepaTtypa tenaa?

HMcrnonp3oBaHue Imapyca Ha ClIMHE B KA4€CTBE 10—
MMOJTHUTEIBHOM IIOLIAAN HarpeBa ¢ ITOMOIIbIO MHCO-
sy (Kak 00 3TOM MHOTAA MUCAIY U IIUIIYT B JIM-
Tepatype) Ha aeijie MmaodddekTuBHo. 1o pacueram
psina ydyeHblx (Gould, 1998), y nnHO3aBpOB BecoM
okoJ10 10 T ISt TOBBIIIEHUSI TEMIIEPATYPhI TEJ1a BCETO
Ha 1° mpM HarpeBaHUM MPEUMYIIECTBEHHO 3a CYET
Ne 1
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Puc. 4. PekoHCTpyKIIMs BHeITHero Buaa ciimHo3aspa (https://avatars.mds.yandex.net/getzen_doc/1710047 /pub_5d068bef729-

e3a0d58fcfd9c_5d06908b7fbd010e5953f330/scale_1200).

WHCOJISIIIMY C TIOMOINBIO TTapyCHBIX 00pa3oBaHMIA
MOoTpeOOoBaIOCh OB 86 YaCOB HEMIPEPBIBHOTO MPEOBI-
BaHUSI Ha COJIHIENEKe. A HEKOTOpbIe CITMHO3aBPHI,
HarpuMep, ToCcTUuraiau 17 M B IJIMHY 1 BEC Y HUX ObLIT
okoJ1o 13.5 1. [ToaTOMY HarpeThCs ¢ ITOMOIIIBIO TTapy-
ca 1o TemnepaTypbl, Ha 10—15° npeBbIIIaOLIE TEM-
nepaTypy BO3Iyxa, TAKOMY KPYITHOMY XXUBOTHOMY B
peanbHOI KIMMaTUYECKOM OOCTAaHOBKE OBLIO OBl
MPaKTUYECKU HEBO3MOXHO. Y COBPEMEHHBIX PENTH-
JINI OTMCaHBI Pa3BUTHIE BA3OMOTOPHBIE MEXaHU3MBbI
nepepacripefie/ieHUsT TeIla B Tejie, TTOMOoralonime B
ero HarpeBaHuu (YepauH, 2014), HO oHU 3aneiicTBY-
10T TOJIBKO HEOOJIbIIIME YYACTKU Tesia U 00BEMBbI KPO-
BU, TIO3TOMY MOTYT ITOMOYb YCKOPEHUIO HarpeBaHUSI
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B OCHOBHOM Y KMBOTHBIX HEKPYITHBIX — IIPUMEPHO
IO pa3MepoB ceporo BapaHa. J1J1s1 paccMaTpuBaeMbIX
HaMU CPeIHUX W KPYMHBIX BBIMEPIINX AUHO3aBPOB
9TO BpSiA JU aKkTyaibHO. [Ipu 3TOM TIpeanosoxu-
TeJIbHOE€ YMEHBIIIEHE MPOAOJLKUTEIBHOCTH Harpe-
BaHUS TYJOBMIIA, Ojaromaps MapyCHBIM OoOpa3oBa-
HUSIM U Ba30MOTOPHBIM peakuusiM, co 100 yacos (a
MO TMIPUBEIEHHBIM BBIIIIE pacyeTaM, CKOpee BCEro —
CylLlIECTBEeHHO OoJibliie) gaxe mo 20 (4To B peanuu
yX€e HEBEPOSITHO) Tpu 24-4acOBOM MPOAOTIKUTEb-
HOCTM CYTOK — COBEpPIIEHHO HEeNMPUHIUMUAIBHO U
MpaKTUYECKU OECCMBICIIEHHO.

XoTrM 06paTUTh BHUMAHME Ha TO, YTO TEMIIepaTypa
TeJIa CaMbIX KPYITHBIX U3 COBPEMEHHBIX SIIIepUI] — KO-
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MOICKUX BapaHoB Varanus komodensis, CXODHBIX, Be-
POSITHO, MO pa3Mepam ¢ 3aado3aBpaMu U TUMETPO-
JIoHAMM, M APYrux 0ojiee MEJKMX BapaHUI BIIOJIHE
YCHELIHO YASPKUBAETCS MPU aKTUBHOCTU HA YPOBHE
32—36° wnu nHemHoro Boiire (Llemtapuyc u np., 1991;
Harlow et al., 2010), To ectb Ha 5—10° BBIIIEC TeMIIE-
paTyphl OKpyxXatollei cpenbl. [1pu aToM KitmMaTude-
CKMe YCJIOBUS TIO3BOJISIIOT UM OBITh YCIIEIIHBIMU U
KOHKYPEHTOCIIOCOOHBIMU 0€3 BCIKUX TOTIOJTHUTEIIb-
HBIX MOP(}OJIOTNIECKUX CIIOCOOOB YCKOPEHUSI Ha-
rpeBaHus (06€3 crieMaIbHbIX TeTJI000MEHHBIX paar-
aTopoB B BUJE ITAPYCOB U T.II.).

Tax s yero ke ObUIM HY>KHBI IPEBHUM PEOTUIIASIM
paguaToOpbl B BHE MApyCOB WJIM TPYMNIT OTACIBHBIX
nJIacTUuH?

CoBepllIeHHO OYEeBUIHO, YTO IIPU OOBIYHOIT K13~
HEJEeITEeIbHOCTU AKTUBHO OXOTSIIUXCSI 3KTOTEPM-
HBIX XKUBOTHBIX (HEKOTOPHIX IMHO3aBPOB) B UX Opra-
HU3ME MpEeXIe BCEro IPU IBUKCHUU BbIICISIOCH
JIOCTaTOYHO OOJIBIIIOE KOJIMYECTBO TeIlIa, a HeOOIb-
Iasi OTHOCUTEJIbHAsI TOBEPXHOCTb Teja, OOoJIbIast
TEpPMOMHEPLIMOHHAsI Macca 1 TOJICThIE CIabo Terio-
IIPOBOJIHEIEC IOKPOBHI IIPEMSITCTBOBAIM BBIBOAY TEILIA
u3 opranusMa. B aToii cutyaniuu temriepaTtypa Tena,
B TIEPBYIO ouepellb, KPYIMHBIX XUIIHBIX MOABUKHBIX
JIMHO3aBPOB, CKOpee BCero, MoBkIIIaaach 1o 32—38°,
HO TIpY HEOOXOIUMOCTHU MPOIOJIKUTEIBHOM MHTEH-
CUBHOM (DU3MYECKON aKTUBHOCTU (0OXOTa, MOTOHMU,
JIpaKu U T.1.) MOLJIa BO3pacTaTh U JO OMACHOTO YPOB-
Hs (okoisio 40° u 6osee). JIOTMIHO TIPENNOIOXUTD,
YTO B TAKUX YCJIOBUSIX HAJIMYME TETJIOOTAAIONINX pa-
JIMAaTOPOB ObLUIO ObI YpEe3BBIYAITHO MOJIE3HO U HaxKe
HeoOxognMo. OnHAaKO paguaTopbl OBIIN JAJIEKO HE Y
BCEX TaKWX IUHO3aBpOB. VIX He OBbLIO y TMOAABISIO-
Iero OOJIBIIMHCTBA KPYIHBIX Y1 aKTUBHBIX XUIITHM-
KOB, IUISI KOTOPBIX HOIOJHUTEIBHOE TEIJIOOTBEIE-
HUE MO0 3TOM JIOTUKE JOJKHO OBLIO CTaTh Haubosee
aKTyaJlbHBIM. Pa3BMIMCHh OHM JUIIBb Y HEKOTOPBIX
TPYHIT KPYITHBIX XUIIHBIX JUHO3aBPOB U, BEPOSITHO,
HecyyaitHo UMeHHO y HuX. bbuiu mapyca u'y agago-
3aBpOB, AVUMETPOAOHOB U KTEHO3ayPUCLIUI, CXOTHBIX
o pa3zMepaM € pasIUdHBIMUA COBPEMEHHBIMM Bapa-
HUJAMU, KOTOPbIE, KaK U peLIeHTHbIC BapaHbl, BITOJI-
HE MOIJIM OBl OOXOOWUTHCSI 0€3 MOIIOJIHUTEIbHBIX
CpEICTB BHEIIHETO HAarpeBaHWsI B BUIE MNAPyCHBIX
TeTNJI00OMEHHUKOB.

BaxxHO OTMETUTH, YTO B IIPOLECCE DBOIIOLMY Ba-
pUAHTBl TEIJIOOOMEHHUKOB, NpedHa3HAYEHHBIX
VIMEHHO [IJIsI OTAa4u M30BITKOB TeIIa, HEOJHOKpPAT-
HO MCIIOJIB30BaINCh. [1pexkae Bcero Mbl 3HaeM 3TO 1O
SHIOTEPMHBIM XKUBOTHBIM. OTYaCTU MJITIOCTpaLeit
9TOr0 SIBJISIETCS M3BECTHOE MpPaBWIO AJUIeHa, WC-
MOJIb30BAHME BBICYHYTOI'O SI3bIKA Y TICOBBIX M T.II.
Kpowme Toro, y TYyKaHOB UX OIPOMHBII KITIOB IIPUOG-
peJi TaKy10 BHYTPEHHIOIO CTPYKTYPY, KOTOpast IPUIaeT
eMy BaXKHEHNIIyIo QYHKIMIO — U30aBIsAThCS OT Iepe-
n30bITKa Teruta (Tattersall et al., 2009; van de Venet al.,
2016) (puc. 12). Ha pucyHKe BUIHO, YTO YeM BbIIIIE
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Puc. 5. Ckener mumerpomoHa (https://upload.wikime-
dia.org/wikipedia/commons/b/bf/Dimetrodon_limbatus_
AMNH_4636.JPG).

Puc. 6. PeKOHCTpYKIIMSI BHEIIIHETO BUAa JMMETPOIOHOB
(https://animalreader.ru/wp-content/uploads/2014/09/
papocarnegieDimetrodon05.jpg).

Puc. 7. Ckener smacdo3zaspa (https://upload.wikime-
dia.org/wikipedia/commons/a/ad/Edaphosaurus-Field_
Museum.jpg).

TeMIiepaTypa OKpyKarlllero Bo3iyxa, TeM ropsiuee y
TyKaHoB K1oB. ITpu Temneparypax 30—32° oH uMmeer
HauOoJIblIyIo TeMIlepatypy (puc. 12a; 62, 63), 4ro
CITOCOOCTBYET MHTEHCUBHOM TeriooTnade. I1pu 60-
Ne 1
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Puc. 8. PexoHcTpykuusi BHellHero Buuma snacgoszaBpa
(https://sl.1zoom.ru/big3/102/406293-alexfas01.jpg).

Jiee BLICOKOM TeMmIiepaType Bo3ayxa (43°) TykaH Ipu-

OTKPbLIBACT KJIIOB U Y HEIrO HAYMHACTCA HaHTI/IHF3, B

pe3ybTaTe Yero TeMIieparypa KJIoBa 1 repeTHei 9a-
CTH T'OJIOBBI IITULIEI TIOHMKaeTcs (puc. 12 64).

I'peGeHn Ha TOJIOBe Ka3dyapa MCHONbL3YETCS B Ta-
KoM ke KauecTBe. Illes y ka3yapa npu 110001 BHEIIT-
Hell TeMIiepaType J10CTaTOYHO ropsiyasi, HO TeMIiepa-
Typa TpebHs sIBHO pasznuuHas. [1pu HU3KOIT TeMIie-
parype (5°) rpebGeHb NITULBLI TTpoxianHbiii. Ho yem
BBIIIIE TeMIlepaTypa OKpPYKalollero BO3[ayXa, TeM
TeMIiepaTypa rpeGHsI U, ClIeIOBaTEIbHO, €r0 TEIIO-
otnava — Bbile (Eastick et al., 2019) (puc. 13).

M B TOM, ¥ B APYrOM CiIy4ae OYeBUIHO, YTO BBIA-
IOLIMECS YacTU Tejla UCIIOJNB3YIOTCS TOMOIHUTEb-
HBIM, CIEUMaJIbHBIM, OCOOBIM 00pa3oM. A rpedbeHb
Kazyapa BOOOIIIE, IT0 CYyTU, MOXHO CUUTATh HEKOTO-
pPBIM aHAJIOTOM TAapYyCHBIX 00pa30BaHUIlI Ha CITMHAX
JIPEBHUX PENTUIIUIA, UX MOJIEJIBIO.

Bce 310 maeT BeCOMBIii ITOBOI ITPEAIIOIOXUTD, YTO
y psiia TPYMIT IMHO3aBPOB U IPYTUX APEBHUX PENTH-
JIMII pa3HBIX CHUCTEMAaTUYECKUX TPYIII M pa3MEepOB
HE3aBUCHMO U TapajuiejIbHO MOTJa BO3HUKHYTH U,
BUAYIMO, peajlbHO BO3HUKAaja NOBbIIIEHHAs, 3HJIIO0-
IreHHasl TeIUIONIPOAYKIINSI, JOIIOJIHUTEIbHASI K TEIIO-
OpOAYKIIMK IIpY MBIIIEYHOI pabore. Takoit momod-
HUTEJIbHbIA HECOKPAaTUTEIbHbIA TEPMOIEHE3 JaBall
CyILLIECTBEeHHBIE KOHKYPEHTHBIE U CEJIEKTUBHBIE IIpe-
MMYIIECTBA B YCWJIEHUM MHTCHCUBHOCTUA U B YIIyd-
IIEHUU KayeCcTBa aKTUBHOCTH. Torma nmpu ux o0IImx
MOp(POPU3NOIOTUYECKNX OCOOEHHOCTIX (Cylle-
CTBEHHOII Macce, IUIOXOil TEIUIONPOBOIHOCTU IIO-
KpOBOB, HEpPa3BUTOM CHUCTEME TEIJIOOTHAYM U T.II.)
HEOOXOIMMOCTD JIOITOJIHUTEJILHOI'O TEIUIOOTBEACHUS
CTaHOBMJIaCh Oe3aIbTepHATUBHON. TakuM oOpa3om,

3 IManTUHT — yacroe, MNOBEPXHOCTHOEC ObIXaHUE, HAIIPaBJICHHOE
Ha TeIiooTnavy.
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TOJIBKO TIOSIBJIEHME CITEIM(PUIECKOr0o, HECOKpaTH-
TEeJILHOIO, SHAOI€HHOI'O0 TEpMOreHe3a OOBSICHSIET U
OIpaBIbIBAET aOCOTIOTHYIO XU3HEHHYIO HEOOXOM-
MOCTh HAJIMYMSI UMEHHO y TaKMX TPYMI KUBOTHBIX
CHelalbHBIX PaguaTOpPOB IJIs MPEAOTBpAICHUS
cMepTesbHOro neperpeBa. Eciiu Xe mpeanonoXuTh,
YTO 3TU CTPYKTYPBI HE CBSI3aHbI C HEOOXOIUMOCTBIO
WHTEHCUBHO TEIJIOOTIAYH, TO y JAHHBIX TPYIIIT OHU
TEPSIOT CBOIO PYHKIIMOHAILHOCTh UJIX JaXe CTaHO-
BSITCSI BPEIHBIMU IS XUBOTHBIX. ClieqoBaTeIbHO,
caMoO HaJIMYKE TaKUX PaguaTOPOB Pa3HO KOHCTPYK-
UM, TOSIBISIBIIUXCS Y Pa3IWYHBIX TPYIIT APEBHUX
PEeNTUINI, KOCBEHHO CBUACTEIBCTBYET O TOM, 4YTO Y
MpeaCcTaBUTEIICi 3TUX TPYIII XKUBOTHBIX, BIIOJTHE Be-
pOSITHO, yKe ObllIa IOBBILIEHHAs, DHAOT€HHAs, 10~
MOJHUTEIbHAST TETUIONIPOAYKIINSI, TO €CTh IIEpBOHA-
yaJibHasI DHIOTEPMUSL.

TakuMm o0Opa3oM, M3BeCTHBIE HaM MaTepUaJIbl
MO3BOJISIIOT 3aKJIIOUUTh, YTO:

1) y pbIO ¥ penTuauii B IMpoleCcCce IBOTIOLIMU HEe-
OOHOKpPAaTHO U B pPa3HBIX BETBSIX B3BOJIOLMOHHOTO
pa3BUTHUSI BO3HUKAJIU Pa3IMYHbIE BapUAHThI 3HIO-
TepPMHUU;

2) y COBpEMEHHBIX PBIO M PENITUINI UMEETCS IITH-
pOKUii CIIeKTp BapMaHTOB 3HAOTEPMUU OT CBOEOO-
pa3HOTO IIPUMEHEHUS IPOXATEeJIbHOrO, COKpaTH-
TeJIbHOTO TEPMOTeHe3a, XapaKTepHOT0 U IS PHIO, 10
3JIEMEHTOB HECOKPATUTEILHOTO TepMOTeHe3a, CBOM-
CTBEHHOTO IITULIAM U, TIPEXKIE BCEro, MICKOIIUTAIO-
IIVM; TIPOSIBISIETCS TakKXKe 3((HEKT TMTAHTOTEPMUM.

SHAOTEPMHUA MJIEKOITMTAIOIINX
N IITNL

JpoxaTenbHBIII TepMOreHe3 — OYeHb paclpo-
CTpaHEHHBIN TIpolecC y BCEX MIICKOIMUTAIOIIUX U
NTULIL, TIPOMCXONSIINI B XO/I¢ IJIMTEIBHBIX IIEPUOI0B
HU3KOM TeMITepaTypbl BO3AyXa WU BO BpeMs (asbl
MPOOYXIECHUSI OT OLCIIEHEHUsI [IJIs IPOM3BOACTBA
TeruIa TOMOJIHUTEJIBHOTO K TOMY, KOTOPOE MOJIY4YEHO C
MOMOIIBI0 HeApoXaTelbHOro Tepmoreresa (Hohto-
la, 2004). OH BK/IIOYAET MPOM3BOJICTBO TeIlIa Yepe3
ACUHXPOHHOE BO30YXIEHHE MBIIIEYHBIX BOJOKOH,
TaK YTO YACTO MBIIIIBI-AHTATOHUCTHI OKAa3bIBAIOTCS
aKTUBHBI OJHOBPEMEHHO. ODTO TMPOUCXOIUT 0e3
BHEIITHUX MMPOSIBJICHU MBIILIEYHOU pabOThI U O3BO-
nsteT Bcio AT®, HaKOIUIEHHYIO B MBIIIIAX IJIST CO-
KpallleHUsI, WCIIOJIb30BaTh UISI BBIACJICHUST Terlia.
HpoxaTeabHbIii TepMOreHe3 pa3BUBaJICsS HE3aBUCU-
MO y ITUIl M MJIEKONUTaIuX (Tadi. 1) 1 cauraeTcs
MEXaHU3MOM KOPPEKTUPOBKMU TeMIlepaTyphl Telia,
KOTOPBII, BEPOSITHO, ObLIT BOJTIOLIMOHHBIM MPEUMY-
IIECTBOM MpPU MPUOOPETEHUU SHAOTEPMUU IJIST 00e-
ux rpyni (Hohtola, 2004).

DHdomepmusi y MAEKONUMAIOUUX

Terutonpoaykuusg y MJIEKOIIUTAIOIINX C Hadajia
XX B. m3ygajach JOBOJbHO ocHoBartepHO (Kamady-
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Puc. 10. Ckener crerozaBpa (http://www.travelthruhistory.tv/ThruHistory/wp-content/uploads/2013/11/UtahFieldHouseDi-

nosaurByPhilKonstantin.jpg).

Xx0B, 1929, 1946a,6; CrpeabHukos, 1933, 1940; Cio-
HuM, lllep6akosa, 1935a,6,8; W3pasnb, 1936a,0;
CioHuM, 1952, 1964, 1971, 1979, 1984, 1986; dusuo-
Jorust Tepmoperynsiuuu, 1984; Martin, 1903; Can-
non, Nedergaard, 2004; Jastrosh et al., 2008; Brice,
2009; Hughes et al., 2009; Rowland et al., 2015;
Gaudry et al., 2017; Periasamy et al., 2017). Tenepb
W3BECTHO, UTO y IUIALIEHTAPHBIX MJICKOTIUTAIOIINX
MeTaboIM4YecKoe TEIIO BhIpabaThIBacTCsI B Oypoit
XMPOBOI TKAHU U UTO 3TA CTPYKTypa HaiaeHa TOJIb-
Ko y miaaneHTapHbix (Cannon, Nedergaard, 2004;
Oclkrug et al., 2015) (Ta6m. 1). IIpouecc aToT mpouc-
XOOUT OJTarogapsi aAKTUBHOCTY CITELIM(PUIECKOTO pa3-
obmatomero 6enka UCP; (Legendre, Davesne,
2020). DToT mpoiecc 0OBIYHO HA3bIBAIOT HEApOXKa-
TeJbHBIM TepMoreHe3oM MiiekonuTaromux (Hughes
et al., 2009; Jastroch, Seebacher, 2020), koTopbIiii
NPOSIBJISIETCS 3a MpeaeaaMnu TEPMOHENUTpaIbHON 30-
HBI 0e3 cOoKpalleHUsI cKeJieTHbIX MbI (Cannon,

VCITEXU COBPEMEHHOM BUOJIOTUH

Nedergaard, 2004). HenpoxxateabHBIiI TepMOTCHE3
MO3BOJISIET OOJBIIMHCTBY TIalleHTAPHBIX MOAIePXKU-
BaTh TEMIIEPATYPY CBOETO Tejla Ha TIOCTOSTHHOM YPOB-
He (roMeoTepMusi), OOBIYHO B IIpeaesax auaria3oHa
35—40° (Clarke, Rothery, 2008), © UHTEHCUBHOCTb
ero yBeJIMYMBAETCS Y aKKJIMMAaTU3UPOBAHHBIX K XO-
JIOOY XKUBOTHBIX — aJanTUBHEIN TepmoreHe3 (Can-
non, Nedergaard, 2004). DToT aganTUBHBIN HEIPO-
KaTeJIbHBIN TePMOTeHEe3 OOBIYHO OIMMCHIBAETCS B Ka-
YeCTBE TUIIMYHON BHIOTEPMUM MIICKONMUTAIOIINX,
HO CpeIy IUIALlEeHTAPHBIX U HEIUIalleHTAPHBIX CYIIE-
CTBYIOT Apyrue CTpaTerum TepMoreHesa.

OnHonpoxoaHble (YTKOHOC, YeThIpe BUIA €XUIH
Tachyglossus), KoTopble He 00JiagatoT Oypoil XXupo-
BOIi TKaHbIO, MOKA3bIBAIOT 00JIee HU3KUE 3HAUYECHUS
0azajbHOro oOMeHa U TeMIlepaTyphl Tejaa, YeM Apy-
rue miekonuratoimue (Grant, Dawson, 1978). V yr-
KOHOCa caMasl BbICOKasi CKOPOCTh MeTaboin3Ma cpe-
I BCEX OMHOIIPOXOOHBIX, YTO COOTBETCTBYET IIPU-
Ne 1
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Puc. 11. PexkoHcTpykuusi BHeliHero Buaa crerosaBpa (https://avatars.mds.yandex.net/get-zen_doc/225901/pub_5Sd13ad5-

f6d9c0000b0418503 _5d13b86d6¢33d200aca9d319/scale 1200).

MepHO 70—80% COOTBETCTBYIOIIUX 3HAYECHUMN Y
IUTALlEHTapPHBIX, B TO BpeMsl KaK eXUIHBI IT0Ka3bIBa-
OT JuIb 25—40% OT COOTBETCTBYIOIIMX 3HAYCHMIA
6azanpHOro oomMeHa. Ho Bce omHOIIPOXOIHBIE TTOKA-
3BIBAIOT TIPU 3TOM CXOOHbIC 3HAYEHUS TeMIIEPaTypPhbl
Tena — okoJio 30—34° B 3aBUCUMOCTHU OT TEMIIEPATY-
pol okpyxatoiieii cpenbl (Miklouho-Maclay, 1884;
Schmidt-Nielsen et al., 1966; Nicol, 2017). ITockob-
Ky eXUAHBI 00/afaloT 3aBUCIIIMM OT TeMIIepaTyphbl
BHEIIHEN cpelbl IIMPOKUM CIIEKTPOM TEeMIIEpaTyphl
TeJla, OUeHb HU3KUMU 3HAYCHUSIMU 0a3aIbHOTO Me-
TaboOJIM3Ma M CIIOCOOHOCTBIO BXOAUTHb B CYTOUHBIM
TOPHOP WM CISTYKY MPU HU3KOM TeMIIepaType OKpy-
Kapllel cpenbl ¢ IMaJgeHUeM TeMIIepaTyphbl Teja Ha
10° mo cpaBHEHMIO C HOPMaJbHBIM AUAIIa30HOM,
STUX XKUBOTHBIX YaCTO CUUTAIOT IIPOTOSHIOTEPMAMHU,
TO €CTb OTPaXKaIOIIMMU MPEAKOBOE COCTOSIHUE Tep-
MODETYJISIIUM, aHAJIM3 KOTOPOTO0 MOXET IOMOYb B
MMOHUMAaHWM 3BOJIOLIMY SHAOTEPMUU Yy TUIALICHTAp-
HbIX MiiekonuTammux (Schmidt-Nielsen et al., 1966;
Grigg et al., 2004; Nicol, 2017).

DTu HU3KHE 3HAaYeHUsI 0a3ajJIbHOTO MeTaboIm3Ma
¥ TeMIIepaTyphl TeNla, OMHAKO, MOTYT OBITh CBSI3aHEI C
pa3sHBIMU NPUYMHAMHM — KaK C UX (DUIIOTeHeTh4Ye-
CKUM TIOJIOKEHUEM KaK OJTHOMPOXOIHBIX, TaK U C UX
potouM oopa3om xku3Hu (McNab, 1979) u ux gue-
TOM, COCTOSIIIEN ITOYTHU UCKITIOUYUTETHLHO U3 MaJIeHb-
kux yiaeHucroHorux (Nicol, 2017). Exugxsl, B 9acT-
HOCTH, CUMTAIOTCI OYEHb XOPOIIUM IIPUMEPOM HU3-
KO MeTabO0JIMYeCKOM aKTUBHOCTH, OOHAPY:KEHHOM Y
BCEX MJICKOMUTAIOIINX-MUPMEKO(AroB 10 CPaBHEHUIO
C UX OJMU3KMMH POACTBEHHUKAMU C APYTOM AUETOM
(McNab, 1984). Tem He MeHee, eXMIHBI, BEPOSITHO,
MMEIOT HEKOTOpPhIE OOIINE XapaKTepPUCTUKU PaHHUX
aJanTauuii, CBS3aHHBIX C JHOOTEPMUEN, KOTOpPHIE
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MOTJIY IIPUCYTCTBOBATh Y CUHATICU], (HE MJICKOITMTAIO-
IIMX): YMEPEHHO BBHICOKUE U OYE€Hb JJAOWUJIbHBIE YPOB-
HU 6azaJibHOro MeTabosin3ma ¢ (PaKyJabTaTUBHOM ro-
MEOTEPMUUECKON SHAOTepMUEi (HarTpuMep, B perpo-
IYKTUBHBIC TIEPUONBI) WIN C CUJIBHON WHCYISLIUEH
TS TIPEOOTBPAILICHNS TIOTEPH TeTIa. ¥ TKOHOC, HA000-
pOT, He BITafaeT B CISTYKY, HE BXOOUT B OLICTICHEHUE
(Grant, Dawson, 1978) u crnocobeH mnomaep>KUBaTh
TeMIIepaTypy CBOETO Tela Ha ITOCTOSIHHOM YPOBHE, Ta-
Ke KOIJIa TeMIeparypa Bo3ayXa W BOOBI OITyCKaeTCsI
Hixe 10° (Brice, 2009). D10 MOXeT OBITh OOBSICHEHO
HaJU4UeM JIOKAJIbHBIX MPOTUBOTOYHBIX OOMEHHBIX
cucteM (4yIAeCHOM CeTH) B €0 KOHEYHOCTSX, aHaJIO-
TUYHBIX TAKOBBIM Y TYHIIA, JAMHOUIHBIX aKyJl U KO-
XKHUCTHIX Yepenax M 00ecIeurBalonInX TPy HU3KOM
TeMIlepaType Teja BBICOKYIO BHYTPEHHIOIO MHCYIISI-
MO B HOMOJIHEHNE K ITOKPOBHOM, 0OecnedeHHOM
MEXOM U MOAKOXHBIM XupoM (Grant, Dawson, 1978;
Nicol, 2017). [ToaToMy, XOTSI BOBMOXHO, UTO BCE OJI-
HOIPOXOAHbIE UMEIOT CXOMHbIE MEXaHU3MBbI TETIO-
OPOAYKILINH, YTKOHOC U €XUIHBI UMEIOT OUYEHb pa3-
HBIE€ CTpaTeruy TEPMOPETYJISLINN, SBOIIOLUS KOTO-
PBIX ellle TPeOyeT CBOEeTro U3yYeHUs.

XOoTs1 CKOpOCTU MeTaboIM3Ma y CyMYaThIX TaKxKe
HIKE, YeM y TIIalleHTapHbIX, HO MHOTHE U3 HUX CITO-
COOHBI MOIJEPKUBATH BHICOKYIO TeMITepaTypy TeJia,
HECMOTPS Ha OTCYTCTBUE Y HUX OypOii JKMUPOBOI TKa-
Hu (Jastroch et al., 2008; Polymeropoulos et al., 2012).
Y HeCKOJIBKMX BUIOB CyMYATBIX UMEETCST TOCTATOYHO
BBICOKMII YPOBEHb aIallTUBHOTO HEIPOXKATEIHLHOTO
TepMOTeHe3a, HO MEXaHM3M 3TOro Ipollecca SIBHO
OTJIMYAETCs OT IlalieHTapHEIX (Jastroch et al., 2008).
Bonblioe KOIWYECTBO MUTOXOHIAPUIT WM GOJbIIAst
TUTOIIAAb MUTOXOHIPUAIBHBIX MeMOpaH W3maBHa
CUMTAIMCh BaXHBIMM (paKkTOpaMu, CIIOCOOCTBYIO-
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Puc. 12. Kmos Tykana Tockus leucomelas KaKk TEpMOPETYJIATOP. (a) — TEMJIOBOE N300paXXeHNE MOBEPXHOCTH KJIoBa TyKaHa (7y)
TIpY pa3IMYHBIX TemMnepartypax Bosnyxa (7,). Ha dorto npencrasieHsl TepMorpaduyeckue n306pakeHus B3pOCHbIX (a, adultus)
U IOBEHWJIBHBIX (f, juvenis) TYKaHOB IPU COOTBETCTBYIOLIUX TeMIlepaTypax Bo3ayxa (mo: Tattersall et al., 2009). (6) — TeroBoe
n300paXeHNe CaMKU TyKaHa MPU pa3HbIX TeMIIepaTypax Bo3ayxa. TemmepaTypa MoBEepXHOCTH OTOOpaKaeTcsl B BUIE IITKAJIbI
cJieBa OT Kax1oro nzobpaxenust. 1 — T, = 15°: T; coorseTcTByeT ony; 2 — T, = 30.7°: T, MeHsieTcs1, 0COGEHHO Ha HIDKHEI ueto-
ctu; 3— T, = 32.2°: T, HaMHOTO BbIILIE, YEM Y OCTaJIbHOI YaCTU TeJla U OKpYyKalolleit Cpelibl, YTO yKa3blBaeT Ha TEIUIO, U3JIyya-
emoe KioBoM; 4 — T, = 43°: T, > T, KJI0B X0JIOIHEeEe, YeM OKpPYXKalollasi Cpelia, ¥ MTULA UCIOJIb3YeT TPAHCIIMPALIMOHHYIO 110-
TEPIO BOIIBI, YTOOBI COXPAHSATh MPOXJIAIY, Ha YTO YKa3bIBaeT MAHTUHT MPU OTKPBITOM KiTtoBe (1mo: van de Ven et al., 2016).
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Puc. 13. TernoBble n300pakeHMs TOJIOBBI Kazyapa Mpu pa3IuuHbIX TeMreparypax cpensl (rmo: Eastick et al., 2019).

IIUMU aJanTUBHOMY HeIpOoXKaTeIbHOMY TEPMOTCHE-
3y y mnaneHTapHbix (Else, Hulbert, 1985). Tem He Me-
Hee, 3KCIIEpUMEHTaJIbHO OBLIO II0Ka3aHO, YTO Y CYyM-
yaThIX 0oJiee BbICOKWUIT MUTOXOHIAPUAIBbHBINM MOTOK
MPOTOHOB, YeM y IUIAalICHTApHBIX TOTO XE pa3Mepa,
YTO TIOJIOXKUTEJIBHO KOPPEJIUpPYET C MacCOCHEelM-
(GUYHBIM YpOBHEM 0Oa3aJlbHOrO MeTabomn3Ma Kak y
IJIaleHTapHBIX, TaKk 1 y cymyaThiX (Polymeropoulos
et al., 2012). MImeeTcsi HEKOTOpOE KOJIMUYECTBO pa3-
JINYHBIX UCCIIENOBAHUMN U BEPCUIA, HO TOUYHBIN Mexa-
HM3M, JIeXaIlldii B OCHOBE SHIOTEPMUM HEIUIallcH-
TapHbIX MJIEKOMUTAIOIIMX, B HACTOS]IIEEC BpeMsT He-
u3BecTeH. MCTopusi 3BOJIIOLIMOHHOTO pPa3BUTUSI U
dyHkumm pazodiatoiero 6eiaka UCP, no cux mop He
MOHSTHBI, HECMOTPSI HA HEKOTOPOE KOJIMYECTBO CIIe-
LIMAJIBHBIX HcclienoBaHuii. MI3BeCcTHO, UTO TTOCem0Ba-
TeJIbHOCTh, Koaupytolnyto UCP;, MOXHO HailTu BO
MHOTHX APYTUX KjIagaX MO3BOHOYHBIX, BKIIIOYAS KH-
CTerepbIX pbl0 U aM(pUOMii, 4TO yKa3blBaeT Ha TO, YTO
ITeH, BEPOSITHO, ITOSIBUICS OYE€Hb PAHO B DBOJIIOLINU
MO3BOHOYHEIX, 110 KpaiiHell Mepe, Y MOCIeTHeTo 00-
1iero npeaka KocTHbIX pei0 (Klingenspor et al., 2008;
Hugheset al., 2009). [lIupoko pacripocTpaHeHO MHe-
Hue, uto UCP,; npuobpesn TepMOreHHbIe CITOCOOHO-
CTH TOJBKO B MOCJIEIHEM OOILIIEM MpeaKe IialeHTap-
HBIX, Yepe3 ero MposiBieHUue B Oypoii XHUPOBOIi TKa-
HM. Heckonbko HemaBHUX WCCIEHOBAaHUIL IIO
sBosouuu reHa 6enka UCP, y nnanieHTapHbIX, Of-
Hako, TOKa3aji, YTO BO MHOTMX KPYITHBIX KJjaaax
MJICKOIIMTAIONINX MOSBWJINCHh HMHAKTUBUPYIOIINE
MmyTanuu, B pesyiabrare yero UCP; He MOXeT npo-
SIBUTh CBOE ICHACTBUE B UX MUTOXOHAPUSIX JIJIsI AOCTH -
XKEeHUs1 HeapoxkateabHoro tepmoreHesa (Legendre,
Davesne, 2020). Tak 4To pelreHne BOIIpOCa O IIPOUC-
XOXIEHUU MEXaHU3MOB HEJIPOXKaTEJIbHOTO TepMOTe-
He3a ellle BIIEPeI.

IToMyMO OOBIYHBIX TOMEOTEPMUUECKUX CIIOCO0-
HOCTeil, OONbIIOEe KOJMNYECTBO MJICKOMUTAIONIIVX U
NTULL Pa3BUJIM CIIOCOOHOCTU K CHMIKEHUIO YPOBHS
MeTaboJi3Ma B OTBET Ha KOHKPETHBIE DKOJIOTUYE-
CKHe YCIIOBUSI, TO €CTh 3TO MPOSIBJICHUST TETEPOTEP-
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muu (Clarke, Portner, 2010). Tak, noaseprasicb Bo3-
NeNCTBUIO XOJOAHOI TOroabl HOYbK, HEKOTOpbIE
BUbl MJIEKOTIMTAIOIIMX U NTULL TACCUBHO BXOIAT B
COCTOSIHUE €3KEeTHEBHOTO OLIETICHEHMUSI, TO €CTh CHU-
JKEHUSI TEMITepaTyphl Tejla 1l COXpaHEeHUST SHEPTUU
U YMEHBIIEHUS TTOTePU TeIjIa, KaK MpaBuJlo, CBsI3aH-
HBIX C MOHUXEHWEM cKopocTu Metabonuzma (Can-
non, Nedergaard, 2004). HekoTopble BHIBI TaKxKe
MOTYT BHaAaTh B CHSYKY, TO €CTh IJIUTEIbHbIE, aK-
TUBHO KOHTPOJUPYEMBIE ITEPUOIbI OLICTICHEHUSI B TE-
YeHUE HECKOJbKUX THEW WIM Hellesib C TMOoCieaylo-
et ¢pazoit MpoOyKIeHUS.

I[pumepoB MOXOOHBIX CUTyallMii OYeHb MHOTO.
Bo cHe Temmiepatypa Tejia HEKOTOPBIX MJIIEKOTIUTAIO-
IUX 3aMEeTHO CHIDKaercs. Tak, B TIlepHonI 3WMMHE
CIISTYKM Y CYCIIMKOB Spermophilus oHa OITyCKaeTCs
ropoii 10 3—5° (Kamabyxos, 19460).

[1pu n3y4eHNM yCTOMIMBOCTHU K XOJIOMY abopure-
HOB LICHTPaJIbHOI YacTU ABCTpaJIMM 0Ka3ajaoCh, YTO
OHHU COBEPIIECHHO CIIOKOMHO IIpHU TeMIIepaType BO3-
ayxa 5—10° crmanm oOHaXKeHHBIMM Ha TOJION 3eMite
6e3 MaJIe X MPU3HAKOB APOKU U TTIOBBILLIEHUS Ta-
3000MeHa. Temmeparypa BHyTpeHHeEIl 4acTu Tejla y
HUX TIPU 3TOM OCTaBajach HOPMAaJIbHOM (BbIle 36°),
a BOT TeMIlepaTypa KOXM CHMXajach Ha TYJIOBUIIE
nmo 15°, a Ha koHeuHocTssx — go 10° (Goldby et al.,
1938; Hammel et al., 1959). ¥V oOBIYHBIX JIOOCH B
9TO# CUTyalluy BOZHUKJIN OBl OLIYIICHUST MTOYTH He-
MepeHOCUMOM 00JI1, a aBCTPAJIMIALIBI CITIOKOWHO CHa-
JIM 1 He YyBCTBOBAJIM HU 00JIM, HU XOJIOIA.

IMoutn He MOIAEPKUBAIOT TEMITEPATypPy TeJIa Ha Of-
HOM BBICOKOM YPOBHE HEKOTOPHIC OIHOITPOXOIHbBIC
MJIEKOITUTAIOIIYEC, HATIPUMED €XUIHA, Y KOTOPO TeM-
mepaTypa TeJla MOXeT KoJiedatbes oT 22 mo 37° (Mik-
louho-Maclay, 1884; Martin, 1903; Schmidt-Nielsen
et al., 1966). Temneparypsl TeJla Jaxe y B3POCIBIX
OOBIKHOBEHHBIX I10JIEBOK Microtus arvalis B TeueHne
CYTOYHOM aKTUBHOCTHU MOTYT KojebdaThbcsd oT 23 1o
42.4° (CtpenbHukoB, 1940). IToutun He ToaaepKuBa-
eT TeMIepaTypy Telia roJiblii 3emaekon Heterocepha-
lus glaber (Yahav Buffenstein, 1992).
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94 YEPJIMH

Takum 0Opa3oM, KaK HNACCUBHbLINA, TaK U aKTUB-
HBIi KOHTPOJIb CBOICTB, CBSI3aHHBIX C TEIIJIOBBIM Me-
TabOIU3MOM, SIBJISIETCS TIPEIKOBBLIM 110 OTHOIIEHUIO
K KJIaJlaM MJICKOIUTAIOIINX Y TITULL, U ObUIO BhICKA-
3aHO TIPEINOJI0XEHNE, YTO OHU CUJIBHO MOBJIMSUIN Ha
POCT 3HAOTEPMHUHU Y HEMaMMaJIbHbIX CUHATICHU U J1-
HO3aBpoB He IITnubeil TmHuu (Geiser et al., 2017; Lo-
vegrove, 2017). leiicTBUTEIBHO, TaKasl BICOKAS TIjIa-
CTUYHOCTh B TEPMOT€HHOM M€eTaboJIM3Me 00eCIIeyn -
BaeT CIIOCOOHOCTb YAECPXKUBATh OJHEPTUIO 4Yepes
CHIDXXEHMe 0a3aIbHOI0 MeTab0oIM3Ma U TeMIIepaTyphl
Tena (HampuMep, BO BpeMsl pPasBUTHUS, WIM KOTIa
TeMIlepaTypa OKpYXKalolleil cpeabl JOCTATOYHO BbI-
COKa, 4TOOBI TapaHTUPOBATh, YTO TeMIIepaTypa Teja
MOXKET MOANEPKMNBATLCS HA OTHOCUTEIIBHO CTa0OWIIb-
HOM YpPOBHE 3a cueT OaCKMHTA), HO TaKXKe IJIST TOCTU-
KEHHUsI BBICOKMX METabOIMUYEeCKUX IoKa3aTelieit,
4TOOBI PEeTyIMPOBaTh TEMIIEpPaTypy MHKYOAIIU, WU
YTOOBI KOPMUTBCS HOUBIO, KOT/Ia TEMITepaTypa Cpeibl
HU3Kast, YTOOBI N30eKaTh KOHKYPEHIIUHN U/ VTN XHIII -
HUYECTBA OT SKTOTEPMUYECKUX ITO3BOHOYHBIX — T'H-
IoTe3a HOYHOIro OyThLIOYHOro ropJbmika (Cromp-
ton et al., 1978; Gerkema et al., 2013). Boixon u3 ro-
MEOTePMHOII 3HAOTEPMHUU Yy MIICKOIUTAIOIINX U
MTUL, COOTBETCTBYET, TAKUM 0Opa3oM, Ipuodpere-
HUIO TOJHOLECHHONW BHOOTEPMUMU W IIPOSIBJICHUIO
pa3zHOOOpa3us U 3BOJIOLUN MHOTUX (PU3HOJIOTHYEC-
CKUX MPOILIECCOB, BOCIIPUHUMAEMBIX B COBOKYITHO-
CTH KaK 3HAOTEPMUS MJICKOTTUTAIOIINX.

Dndomepmus y nmuy

[ITuik! B eJ1oM MMEIOT O0JIee BEICOKYIO CKOPOCTh
MeTa0oIM3Ma, YeM JIIOOBIE IPYTHEe KIaabl IT03BOHOY-
HBbIX, 3HaYeHUs 023 IbHOTO MeTa00JIM3Ma TUTTMYHO
MTULILI IIPEBHINIAIOT TAaKOBBIE Y TUIIMYHOTO 3KTO-
TEPMHOTO XXWBOTHOTO NMpUMEpHO B 15 pas, u mpu-
MepHO B 12 pa3 — TUIIMYHOIO MJIEKOITUTAIOIIETO
(Clarke, Portner, 2010). ITo 3Toit mpu4YMHE UX CIIO-
COOHOCTB JOCTUTATh HEAPOXKATEIbHOTO TEPMOTIeHe3a
I pPOKO omnucaHa B auteparype (Ruben, 1995; Wal-
ter, Seebacher, 2009; Clarke, Portner, 2010). Mexa-
HU3M BBIAEICHUS METa0OIMYECKOTO TeIlIa, ONMCAH-
HBII Y OTUL, OTHAKO, (DU3MOJIOTUYECKU OTJIUYEH OT
MJICKOIIMTAIONINX: TaK KaK Oypasi KMpoBasi TKaHb OT-
CYTCTBYET Yy NITULI, U TeH, Koaupytoumuii UCP,, ObL1
MOTEPSH LEJ0M KIaaou penTUINi, TaK 4YTO IMTULIBI HE
ucnosibp3oBanu UCP, miiekonuTamomux s odecre-
YyeHHUsI HeIpoxXaTeIbHOro TepmoreHe3a (Mezentseva
et al., 2008; Newman, 2011). Eme ognH MUTOXOH-
IpUaIbHBIN pa3oOinamiuii 6emok, nrtuuuii UCP
(avUCP), ObUI oncaH y IITUL, ¥ TPOSIBISETCS IIpe-
MMYIIECTBEHHO B MX CKeJIETHBIX MbIIax (Emre et
al., 2007). avUCP urpaet HeCKOJIbKO poJjieii B MUTO-
XOHIPUSIX IITUL — OH IIPOU3BOAUT CBOOOMTHBIC PadU-
KaJIbl WU PeryJupyeT HCIIOJIb30BaHUE JIMIIUIOB
(Emre et al., 2007), u nepBoHavYaJlbHO Mpearosara-
JIOCh, UTO OH BJIMSIET Ha IPOM3BOACTBO TEILIA Y IITHUII,
aHanmornyHo UCP; y miuexkonutatomux (Toyomizu
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et al., 2002). Tem HEe MeHee, OBLUIO 3KCIIEPUMEHTAIb-
HO TIOKa3aHO, YTO OH HEe UMEET HUKAKOIr0 3HAUYCHUS
HU B MUTOXOHApPHUAIBHOI pa300IIaionieii akTMBHO-
CTH, HA B IIPOM3BOACTBE TeIIa B MBIIIIIAX 1 IIEYCHU Y
nruil (Walter, Seebacher, 2009). BMmecTo 3T0r0 NTramii
TOMOJIOT aJeHUHHYKJIeOTUATpaHCIoKa3bl (ANT) —
JIpyroro OejKa, OTBETCTBEHHOIO 3a TPaHCIIOPT ade-
HUHHYKJIeoTua0B AJI®/AT® uepe3 BHYTPEHHIOIO
MUTOXOHIPHUAJIbHYIO MeMOpaHy, — ObUI HalaeH Yy
Bcex aykapuoT (Santamaria et al., 2004) u umeHTH-
¢uULIMpoBaH KaK OCHOBHOI 0O€JIOK, OTBETCTBEHHBIM
3a MUTOXOHApPHUAJIBbHOE Pa300IIeHNE B ITUYBUX CKE-
JeTHbIx Mblmnax. Ilpeamonaraercss, 4YTo OH HEMNO-
CPEICTBEHHO YYacTBYET B BIPAOOTKE TeIlJIa IIPU TeP-
MoOTeHe3e B cKesieTHbIX Mbllax (Toyomizu et al.,
2002; Walter, Seebacher, 2009).

OnHako, Jaxe eclii MUTOXOHIpUaibHas aAeHWH-
HYKJIEOTUATPAHCIOKAa3a UTPaeT BaXKHYIO POJb B IITU-
YybeM HeApoXaTeJIbHOM TepMOTreHe3€e, MPOU3BOACTBO
TerJsia y NTUL] MOXET, CKOPEe BCEro, OCYILIECTBISIThCS
Onaromapsi Ipyromy cCIeluaJIu3upoBaHHOMY IIpO-
11eccy, KOTOPbIii TIepBOHAYaJIbHO ITPOU3OIIET OT MbI-
IIEYHOTO TEPMOTeHe3a, yXXe IPUCYTCTBYIOIIETO Y
BCEX MO3BOHOYHBIX, — OJIarogapsi MpOU3BOCTBY TeTl-
Jia yepes pa3obIlleHe NOHOB Kajlblivs B capKorias-
MaTHUYECKOW CETHU MBIIIEUYHbIX KJIETOK, aKTUBUPO-
BaHHbIX capkogunuHoM (Bal, Periasamy, 2020).
Y nTui 3TOT Mpoliecc, CKopee BCero, CTajl OCHOBHBIM
COCOOOM JTOCTHXKEHUS HEAPOXKATEIbHOTO TEPMOTE-
He3a 4yepe3 MBIIICYHYIO TUIIePILIa3uio, OCOOEHHO B
rpynHoit meimiie (Newman, 2011; Lovegrove, 2017;
Periasamy et al., 2017). B ob1iem, Macca CKeJIeTHBIX
MBI 3HAYMUTEJILHO 0oJjiee pa3BUTa y ITHUL, YeM Y
aMHUOT TaKOTO Xe pa3Mepa, U CKeJIETHbIE MBbIIIIIbI
MTULl, YY4aCTBYIOIIIME B T0OJIET€, UMEIOT BHICOKOE CO-
Jep>KaHue MUTOXOHIAPUIT YU MUOIIOOMHA, UTO CHO-
COOCTBYeT BBICOKOII a3pOOHOI ABIXaTeJIbHOI CIIO-
coonoctu (Rowland et al., 2015). TI'umeprurazus
MBIIIILI TITULL, BEPOSITHO, OOYCIOBJIEHHAs IIpuodpeTe-
HYeM JBYHOTOCTU y TEPOTIO 1 MOCeay ol TuBep-
cudukaien oopasa KM3HU NTHUI], TAKUM 00pa3oM,
CUUTAETCSI OCHOBHBIM (DaKTOPOM MOSIBICHUST KakK
B3JIETAIOIIErO MoJjieTa, TaK W SHIOTePMUU MTHUIL
(Gould, 1997; Clarke, Portner, 2010; Newman et al.,
2013; Rowland et al., 2015; Lovegrove, 2017). DBoto-
LISl HACMKMBAHUS U POIUTENbCKON 3a00ThI TaKXke
OblIa OIMMCcaHa KaK NMOTCHIHWAJILHBINA (PaKTOp MBI-
IIEYHOM TUIIEPIJIa3UX U TIOSIBJICHUSI SHAOTEPMUU Y
HeCcKOJIbKMX BUIoB ntull (Angilletta et al., 2010). MH-
TEPECHO, YTO MOTEPSI CIIOCOOHOCTHU K TOJIETY Y MITHUIL
TakxXe, MO-BUANMOMY, KOPPEIUPYET C HUBKMMU 3HA-
YeHUSIMU Oa3ajbHOTrO MeTaboJiu3Ma 1 TeMmIeparypa-
mu Tena. CaMmble HU3KHE U3BECTHbIE HE3ABUCUMbIE
OT Macchl 3HaUYeHUsI 0a3aJIbHOTO MeTaboau3Ma ISt
MTUL MOXHO HAMTU Y HOBO3EJIaHACKUX KUBU Apteryx
(Calder, King, 1974; Calder, Dawson, 1978). 11 npy-
rve HeJeTalollne OecKuieBble (Hampumep, 3my Dro-
maius novaehollandiae u ctpaychl Struthionidae) Takxe
MOKa3bIBalOT HU3KKE 3HaAYEHUs 0a3aIbHOr0 MeTabo-
ToM 141
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JIM3Ma II0 CpaBHEHUIO ¢ Ipyrumu ntunamu (Malo-
ney, Dawson, 1993). N1 camble HU3KKE MOKa3aTeJIn
TeMIlepaTyphl Tejla Y NTUL] ObLIN 3apeTUCTPUPOBAHBI
y HejleTamomux OeckuieBbix 1 nuHIBMHOB (Clarke,
Rothery, 2008).

ITockonbKy NTWUYBSI 3HOOTEPMMS CBSI3BIBACTCS
MHOTHMMHU aBTOPaMU C MBILIEYHOM TUIIepIIa3ueii, ¢
IpuoOpeTeHneM OUITeTaIbHOTO MePEeIBUKECHMS Y TE-
pomno, B TeYeHHUE MOCISAHUX MISITU TECITUICTUMN ObI-
JIO BBIABUHYTO MHOXECTBO 3BOJIOIIMOHHBIX TUIIOTE3
B OTHOIIIEHWM 3HOOTEPMHUU Yy HUHO3aBPOB He IITH-
YbEil IMHUU, TEM O0JIEE YTO IPYTUE XaPAKTEPUCTUKMU,
KOTOpBIE paHee CBI3bIBAJIU C MITUYbEU (DU3MOJIOTHUCH,
OBUIM MACHTU(MDHULIMPOBAHBI KaK IIPHUCYTCTBYIOIINE BO
Bceii kiage Dinosauria (Norell, Xu, 2005; O’Connor,
Claessens, 2005; Claessens et al., 2009; Xu et al., 2010;
Farmer, 2015). MHorue ucciegoBaTelIi U3HAYaILHO
CUMTAaJIM, YTO CKOPOCTh METa00IM3Ma y AUHO3aBPOB
JOJI>KHA OBITH HU3KOM, €CJIV MPEAIOIOXKUTh, YTO UX
OoJIblIIMEe pa3MEpHl 1 IIpealiojiaracMasi BBICOKast MH-
CyJISILIMS ObLIM TOCTATOYHBI IJIsI OOECIIeYeHUs CTa-
OMJIbHOM TeMIlepaTyphbl Tejda 0e3 MeTadoJIMJecKOoi
teronpoaykuuu (Benton, 1979; Paladino et al.,
1990; Seebacher, 2003). ITo3nHee BEICOKME 3HAYCHUST
OazajibHOro MeTabojM3Ma ObUIM MpeacKa3aHbl He-
CKOJIbKMMH UCCJIENOBAHUSIMH 11 HE ITUYbUX TUHO-
3aBpOB, 0OCOOEHHO KpynHbIX Tepono (Pontzer et al.,
2009; Grady et al., 2014; Werner, Griebeler, 2014;
Legendre et al., 2016). OnHako 3To He 00s13aTEIBLHO
O3HAYaeT, YTO He IITUYbM JMHO3aBPhl JOCTUTAIOT Ta-
KOr0 BBICOKOTO YpOBHSI 0a3ajbHOIro MeTaboJiM3Ma
P VMCIIOJB30BaHUU (PU3MOJIOTUYECKOM CTpaTeruu
TaKOM K€, KaK y COBPEeMEHHBIX IITUII, TAaK KaK aHaI0-
rMYHbIE 3HAaYeHUs1 6a3ajabHOTO MeTaboaM3Ma MOTYT
OBITb TOCTUTHYTHI MHOTUMU Pa3IMYHBEIMU CIIOCO0a-
mu. Ilo 3TOil IpuyYMHE OOBIYHO IIpeAIIoJaraemasi
SHAOTEPMUS HE MTUYbUX TUHO3aBPOB B HACTOSIIICE
BpeMsI HE MOXET OBITh CBSI3aHa C KaKOM-JIMOO KOH-
KPETHOI (PM3MOIOTMIECKOM cTpaTerneit.

CoBceM HeTaBHO BHIIIIIA CTaThsI, B KOTOPOU BBI-
CKa3bIBAJIOCH MTPEATIONIOKEHUE O TOM, YTO TMOSTBIICHHUE
NTUIL (TETTOKPOBHBIX JIETAIOIIUX JMHO3aBPOB) ObLIO
CBSI3aHO C DBOJTIOIIMOHHBIM YMEHBIIIEHUEM MX pa3Me-
poB (Rezende et al., 2020). B 3T0i1 cTaThe MpeacTaB-
JIEH aHaJIn3 0OJIbIIIOTO KOJUYECTBA TaHHBIX O COBpPE-
MEHHBIX W BBEIMEPIINX 3KTOTepMaxX M 3HIOTEepMax.
Ilo MHeHMIO aBTOpa, YMEHBIIIEHUE PAa3MEPOB TMHO-
3aBpOB (OMycKasl AeTajii) CIIOCOOCTBOBAIO YyCHUJIE-
HUIO UX MeTabOoJIM3Ma ¥ MOTJIO TIPUBECTH K TIEPEXOIY
K 3HAOTepMUHU (UM 00JIeTUYUTH ero). OmHaKo UMeeT
CMBICJT OOpaTUTh BHUMaHUE Ha OMTHO UHTEPECHOE 00-
CTOSATENILCTBO, KOTOPOE He OBUIO aKIIEHTUPOBAHO B
CTaThe KaK BaXkKHOE: KaK ITOKa3bIBaeT IPEIbIMyIITi
0030p, [IeJI0 1aJIeKO He TOJBbKO B YMCTO ajljIoOMeTpU-
YeCKHMX 3aKOHOMEPHOCTSIX, HO U B MHOTOUYMCICHHBIX
Ka4eCTBEHHBIX IMOKa3aTelisIX OpraHu3allii OMOXM-
MUYECKUX MPOLIECCOB, OOMEeHa, aHATOMUU, TO €CTh B
pa3sHOOOpa3M MeXaHU3MOB OOeCTIeUeHsT SHIOTEP-
Mun. [103TOMY y SKTOTEPMHBIX PENITYIINI MEHBIITNX
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pa3MepoB, KOTOpPbIE UMEIOT 60JIee UHTEHCUBHEBIM Me-
TabOIM3M, YEM OOJbIIINE PENTUINHN, HO B (DYHKITUO-
HaJIbHOI CTPYKTYype CBOEro MeTabojan3Ma He UMEIOT
COCTaBIIIONIEH, OTYETINBO OOecIeunBaloeil Tep-
MOTEHE3, MEXaHMYECKOe, aJUIOMETPUYECKOE yCUJIe-
HUE MeTaboIM3Ma He BbI30BET 3aMETHOTO yBEJIMYe-
HUSI TepMOreHe3a. Y 3HIOTEPMOB K€, ¥ KOTOPEIX B
GYHKIIMOHAJBHOM CTPYKTYpEe METa00JIM3Ma NUMECTCSI
CYLLIECTBEHHEBII 3JIEMEHT TEpPMOI€HE3a, MEJIKIE X~
BOTHEIC (B TaHHOM CJIy4ae — IITUIBI) 00J1amaioT 00-
Jiee UHTEHCUBHBIM MeTa00JIM3MOM, YeM KPYITHbIE, a
3HAYUT, MOTYT 00J1aIaTh 1 60Jiee MTHTEHCUBHEIM TEP-
MOTEHE30M Ha equHUIY Macchl. ClegoBaTebHO, eC-
JIV yMEHBIIIEHUE pa3MepOB y TTPEIKOB ITUILI ACHCTBU -
TEJILHO CBSI3bIBACTCS C MOBLIIIICHUEM MeTa00I3Ma U
TeMIIepaTyphbl TeJa, TO UX IPEIKU, CKOPee BCETO, yKe
o0Jiagany MOBBIIIEHHON TEIIONPONYKIIMEN U ObLIN
SHJIOTEPMHBIMU.

B 11e;10M B3aMOOTHOIIIEHUST MEXIY PA3HBIMU Ba-
pUaHTaMU SHIOTEPMUYECKMX CTpaTeruii (Ipu co-
BPEMEHHOM IOHUMAaHUM NpPOOJEMbI) B Pa3IMYHBIX
IPYIIITaX MO3BOHOYHBIX XKUBOTHBIX PEACTABICHBLI HA
pucyHke 14. A cucreMaTn3anus JaHHBIX O pacIipeae-
JIECHUM SHIOTEPMUYECKUX CTpaTeruii mpuBencHa B
Tabiune 1.

SAKIIIOYEHHME

Hcxons U3 Bcero M3JI0XEHHOTO BbIIIIC, MO2KHO
CIOCJIaTh pAld Ba>KHBIX 3aKJIIOYEHU .

1. ITpakTyecK BO Bcex OOMBIINX KaIax IMTO3BO-
HOYHBIX XXMBOTHBIX, HAUMHAs C Pa3HbIX XPSIIEBbIX U
KOCTHBIX PBIO, HEOMHOKPATHO MOSIBIISLIMCH TPYIIIIHI C
MOBBIIIIEHHON TeMmmepaTtypoi Tema. Ilpuaem mexa-
HU3MBbI DHIOTCHHOTO ITOBBIIIEHUS TeMIIepaTyphl Te-
JIa BO MHOTHMX CJIydasiX pa3jndHbIe, TO €CTh €IUHBIX
MEXaHM3MOB y dHIOTepMuH HeT. O0IIee B HUX — ca-
Ma CyTh — CTpEeMJICHUE IIOBLICUTh TeMIIEpaTypy Tea.
Majto Toro, 3TO CTpeMJIEHUE IPOSIBISIETCSI HE TOJIBKO
C IIPUMEHEHMEM DHIIOT€HHOTO TeIlIa (S3HIOTEPMUSI),
HO U B psiJie HalIpaBJIeHUI pa3BUTUS — C IPUMEHEHM~
€M BHEIIHEro, 3K30T€HHOTO Tema (3KTOTePMMS).
DTOT (PaKT ABIISIETCS B OIIPEACIICHHOM CMBICTIC MO~
TBEPXKIEHUEM TOTO, UTO CTpaTernyeckKoe HallpaBlie-
HUE, IPOSBIISIONIEECs BO BCeX IPYIIIaX ITO3BOHOY-
HBIX, — 3TO CTPEMJICHUE K ITOBBIIIICHUIO TeMIIepaTy-
pbI TeJIa, K COXpaHEHMIO MOBHIILIEHHON TeMIepaTyphl
Tena B TeueHMe OoJiee WM MeHee IMPOOOKUTEIILHO-
ro BpeMEHM B cyTKax U B roxy. [Ipudem mo0sIMu no-
CTYITHBIMU cpeacTBaMu! Y 3KTOTEPMOB JIJISI 3TOTO UC-
MOJIb3yeTCsI OOraThlil apceHall IMTOBEAeHUYECKUX Pery-
JIITOPHBIX peaklnii, a y BHIOTEPMOB — pa3HbIC
BapMaHThl OUOXMMUYECKMX U (PUUOJIOTMUECKUX
IpeaganTalnuii, Ha 6a3e KOTOPBIX Pa3BUBAIOTCS pa3-
HOOOpa3HbIE 3K30TCPMUYECKUE MPOSBICHUS (Tep-
MOI€He3) M BapMaHThl MX KOHTPOJISI U PETYJISILIUHU,
COXpaHEeHMS IIPOU3BEACHHOTIO TeIljla I OTIAYM 13-
OBITKOB TeIlJIa B 3aBUCUMOCTHU OT CUTYaIlUU.

2021



96

4
~~
-~

YEPJIMH

Dinosauria V) —
“ Teleostei UWi———
Pterosauria ) / 11 A -~ .(
3 ! \ 7‘ | Yy = Gasterochisimo
Archosauria __ Amniota ON [/ g P —
> [ )
Pytonidae - N\ D/ — Al m
—")”5'\'* \: — .\ / o nnag
o~ LN ~ 7‘4””
— 5\ \ > e
N \ - ~— 4’9, 7
™ s . PN Y,
Mo P Therapsida N )
s&\*?;\o‘ ~ N / {c\ \
Mammalia Ly,
. A 41/% e
9 Eutheria N\ (\\ o
S < N g\\ %
S A "
& &) N\& |
s & ¢\
N X «
& & \
~ Q@‘Q

X
P

DHAOTEPMUST

J

B HenpoxarenbHbIi TepMOTreHe3

msﬂ-'(“m‘ow

Jpyrve TepMOreHHbIe MEXaHU3Mbl

B Tony4yeHHBIE OT MCKOTIAEMbIX

Puc. 14. ®utoreHust MO3BOHOYHBIX JKMBOTHBIX, ITOKA3bIBaIOIIasi HE3aBUCUMOE TOSIBJICHUE CTPATETUIA TETIONPOLYKIIUU, OTTH~
CaHHBIX B JIUTEPAType KakK SHIOTEPMHUSI, C TAKCOHAMHU, B KOTOPBIX SHIOTEPMUS ITOSIBUIACH XOTSI ObI OIWH pa3 M KOTOPhIE Ha
PVICYHKE BBIIEIEHBI XKUPHBIMU JTUHUSAMU. PasInuator HeIpoXaTeIbHBII TEPMOTE€HES, TO €CTh CTPATETHIO, HanboJIee 9acTo Ha-
3bIBACMYIO 9HAOTEPMHUEH, U IPYTHe CTPATETMH; HEKOTOPbIe TAKCOHBI (MJICKOMUTAIOIIME W NITHIBI) CITIOCOOHBI JOCTUTATh He-
IPOKATEILHOTO TEPMOTEHE3a, HO MOTYT TaKXKe MHOIIA I0JaraTbCsl Ha Ipyrue MeXaHU3Mbl BRIpAOOTKH Teruia. MckomaeMblie
TaKCOHBI, KOTOPBIE GBIIN OIpeIeeHbl KaK MMOTeHIMAIbHbBIE SHIOTEPMEI, TaKXKe ImoMedeHbl. KoxXucTas Mopckas depernaxa
Dermochelys coriacia noMedeHa 3HaKOM BOTIPOCa, TaK KaK HeIpOXKaTeIbHBII TePMOTeHe3 He ObUT yOeIUTeIbHO MTPOAEMOHCTPH -

poBaH y atoro Buza (1mmo: Legendre, Davesne, 2020).

2. DHOOTepMUs, TEIJIOKPOBHOCTh, KaK €IUHOE
OMOJIOTUYECKHME IIPOSIBJICHUE CYIIECTBYET TOJILKO
Kak cTpaTermyeckoe (yHKIMOHAILHOE HaIpaBlie-
HUE, TMPOSIBJIEHHE TOTO CaMOTO 3BOJIIOLIMOHHOTO
ONPUHLMINA CTAaOUIM3alluM BBICOKOI TeMIepaTyphl
TelJla y MO3BOHOYHBIX, HO HE KaK eInHOe (PUIoreHe-
THUYECKOE DBOJIOLMOHHOE HAIIpaBJICHUE pPa3BUTUS,
MIpexXIe BCEro, IIOTOMY YTO B pa3HbIX KJIagaX OHO pe-
aJIN3yeTCd Pa3IMYHBIMU CIIOCOOAMMU.

3. IocTteneHHas cTabUIU3alMs B BOTIOLUM T10-
3BOHOYHBIX XXUBOTHBIX BBICOKOI TeMIIepaTyphbl Teja
B TEYECHME XOTs ObI YaCTU CYTOK B OCHOBHOM 3a CYET
BHEITHUX VICTOYHHUKOB Telia (B HauboJiee IpKOM U
Pa3BUTOM BBIPAKEHUU — KAaK Y COBPEMEHHBIX PETITH -

VCITEXU COBPEMEHHOM BUOJIOTUH

JIMI1) WM MOCTOSSHHO B OCHOBHOM 3a CUYET BHIOTeH-
HOMI TeIUTONpoayKiuu (B HanboJiee SIPpKOM U pa3BU-
TOM BBIpaXXE€HUM — KaK Yy COBPEMEHHBIX IJIalleHTap-
HBIX MJICKOIIMTAIONINX M TMTUI) SIBISICTCS O
MO3BOHOYHEIX HE TOOOYHBIM IIPOAYKTOM SBOJIIOIM -
OHHOTO pa3BUTHsA, HE ITOCTCIICHHO pa3BI/IBH_IeI7ICﬂ B
pe3yJbTaTe agaliTUBHOIO OTOOpa MOTPEOHOCTHIO, a
OJTHOM 13 M3Ha4yaJIbHbIX MEPBOIPUYUH U MOIIHOI
HanpaBJIsollIeii, KaHaJIM3UpyIolllel CUIoi, cTpaTe-
rueil ux aBojironuu. I1py aToM IpUHIIKII cCTaOMIN3a-
LIUM BBICOKOII TeMIlepaTyphbl TeJla B 3BOJIIOLIMU II0-
3BOHOYHBIX XKMBOTHBIX HauOoJIee SIPKO IPOSIBIISICTCS
IIpY CPaBHEHUU HE BUIOB U POJIOB, a B PSIIY OCHOB-
HBIX MOPDODU3NOTOTNISCKUX TUIIOB: PHIOBI — aM-
ToM 141
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¢Gubuyu — penTWIny — 3HAOTePMbI (ITHLLI U MJIe-
KOIMUTAOIIME), KOrma IpU Iepexoje OT OIHOTro
MOp¢dOo(dU3NOTOTUYECKOIO TUMA OpraHM3alun K
JIPYTOMY B 3BOJIIOLIMK IPOUCXOOSAT CEPhEe3HBIE apo-
mopdHbBie mepectpoiitku (Yepnun, 2017). Ilpuyem
3T apoMopdHbIe MOPGODU3NOJIOTUYECKUE TIepe-
CTPOMKHU MPOUCXOIAT HEe XaOTUUECKU, a JOCTATOUHO
KaHaJIM3MPOBAHO, HAIIPABJICHHO: B 3BOJIIOLIUU Y TI0-
3BOHOYHEBIX JKMBOTHBIX ITPOSIBJISIIOTCSI, Pa3BUBAIOTCS
U 3aKPETUISIIOTCSI UMEHHO Te KOMILIEKCH MOpdodu-
3MOJIOTUYECKUX MPU3HAKOB, KOTOPHIE TTPU3BaHBI OIT-
TUMU3UPOBATh OESITEIbHOCTb PAa3JIMYHBIX BaXKHBIX
1711 (DYHKLIIMOHUPOBAHUSI OpraHu3Ma OHOXUMUYE-
CKUX COCAVWHEHUI, a TaKXe MPU3BaHbI PeaIn30BbI-
BaTh MOTPEOHBIC IJISI 3TOIl ONTUMM3ALUU 3aKOHO-
MEPHOCTH, YTO HAMHU OBLIO YK€ HEOTHOKPATHO I10-
kazaHo (Yepnun, 2012, 2017; Cherlin, 2015).

IToce atux BBIBOJOB, r[or[po6yeM ITO BO3BMOXKHO-
CTH KpaTKO M MaKCHMMaJIbHO Y€TKO OTBCTUTb HaA IBa
JIOTUYHbIX, CBOCBPEMCHHDLIX, 3aK/IIOYUTECJIbHBIX U
OYC€Hb Ba’XHBIX BOITpoOcCa:

— 3adeM ITO3BOHOYHEIM JXMBOTHBIM TaK HYXKHAa
MOBBIIIIEHHAs TeMIIlepaTypa Teja?

[NoBeIIEHHAST TeMIlepaTypa Tejla HyXHa KHNBOT-
HBIM, IIPEXIE BCEro, MOTOMY UTO TEMIIEPATyphl OKO-
J10 40° HaMHOTO OJIMXKE K ONTUMAIbHOMY AUAIla30HY
paboTHI BaxKHEHIIINX OMOXMMUYECKIX COSIUHEHUI B
opranmusMe (B 4aCTHOCTH (DEPMEHTOB), YEM T€ YCJIO-
BUSI BHEUIHEH Cpelibl, B KOTOPOM XXMBOTHBIEC XXUBYT.
be3 aTtnx coenmHeHM1 XNU3HEAEATESIBHOCTh BOOOIIE
HEBO3MOXHAa, a ONTUMAJIbHbIN TeMIlepaTypHbIii Aua-
Ma3oH ISl epPMEHTOB — 3TO TOT, B KOTOPOM peak-
UK ¢ pepMeHTAMM IIPOUCXOASIT C HanOOJIbIIIEe CKO-
POCTBIO M C HAUMEHBIIUMHU HEPTeTUUECKUMU 3aTpa-
tamu. Kpome Toro, B imana3oHe temiiepatyp 37—40°
B OpraHM3Me YpaBHOBEIIMBAIOTCS aHA0OJIMYECKE U
KaTabOoJMYeCKNE MPOLECCHl, YCKOPSIETCS M ONTUMU-
3UpyeTCs AesAITEIbHOCTh HEPBHOI CUCTEMBI, ITO3BO-
JISISL € YCITOXKHSTh paboTy, HAIIPaBJICHHYIO B IIEPBYIO
ouyepenb Ha OMNEpaTUBHYIO alalTallii0 K BHEIIHEMH
cpelne, YCUJIMBAETCsl 3Hepreruyeckass obecrneyveH-
HOCTb aKTUBHOCTH U ITOBBIIIAETCS YPOBEHb 0a3ajib-
HOro MeTaboyiM3Ma, KapAWHAJIIbHO YJIy4lllas BCEM
5TUM KayeCTBO aKTUBHOCTH, CO3/1aBasi TAKUM KUBOT-
HBEIM O€3yCJIOBHBIC 3KOJIOTMYECKHE ITPESHUMYIIECTBA
(Yepmun, 2017). Ecth u apyrue npeuMyImiecTBa BbI-
COKOIM TeMIepaTypbl Tejla, HO ITePEYUCICHHBIX — YK€
JI0CTaTOYHO. IMEHHO ITO3TOMY CTPEMJICHUE ITOBBHI-
CUTh TEMIIEPATYPy Teja SIBISISTCS BaXKHBIM JIJIST XXI3-
HeesITeJIbHOCTU KUBOTHBIX, TPUYEM Ha BCEX YPOB-
HSIX — OT OMOXMMUYECKMX COSINHEHUI 10 OpraHu3-
Ma B LIEJIOM.

— INouyemy cTabUJILHO BBICOKASI TeMITEpaTypa Tejia
TaK Hy>KHa UMEHHO II03BOHOYHBIM KMBOTHBLIM?

Vke MHOTO JIeT Ha3axd ObUIO TT0Ka3aHo, YTO Y MHO-
TOYMCJICHHBIX TPYIIT XKUBOTHBIX: ¥ OECIIO3BOHOYHBIX,
U TIO3BOHOYHBIX — MPU AKTUBHOCTU PETUCTPUPYETCS
MPUMEPHO OIVH U TOT XK€ YPOBEHb TEMIIEPATypPhI TejIa —

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141
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36—40° (CtpenbHUKOB, 1948). CoBepllleHHO OYeBU/I-
HO, UTO BBICOKHE TeMIIEpaTyphl TeJ1a BaXKHbI IJISI MHO-
IMX XUBOTHBIX. HO, TeM He MeHee, MBI TOBOPUM O
TOM, YTO BBICOKASI TeMIIepaTypa Tejia SBOJIOLIUOHHO
BaxkHa B IMEPBYIO ouepedb MMEHHO ITO3BOHOYHBIM
KUBOTHBIM, IOTOMY YTO MMEHHO I HUX MBI MOXEM
KOHCTaTHUpPOBAaTh, YTO CTPEMJICHIE MOBBICUTh W CTa-
OMIM3MPOBaTh TEMIIEPATYPY Tejia HA BBICOKOM YPOB-
HE€ CTAHOBUTCS BaXXKHEWIECH KaHAJIU3UPYIOLIEU CHU-
ot ux 3omoumn (Yepmuu, 2012, 2017; Cherlin,
2015). Tak moyemy ke UMEHHO Y IO3BOHOYHBIX X -
BOTHEBIX 3Ta HAIIPaBJICHHOCTb CTajla TaKOM BaXKHOM,
JIeXalleil B OCHOBE MX DBOJIIOIIMOHHBIX IIpeoopas3o-
BaHUIA?

VY NO3BOHOYHBIX XWBOTHBIX, B OTJIMYUE OT Oec-
IMO3BOHOYHBIX, CYIIECTBYET 3BOJIIOLIMOHHAs Ha-
MPaBJIEHHOCTb HA pa3BUTUE, PACKPBITUE U UCITONb-
30BaHUE TMOTCHLMATbHBIX BO3MOXHOCTE MHIUBU-
JIyaJlbHOTO XXWBOTHOTO B I0JIE3HOM, 9KOHOMSIIIIEM
SHEPIUI0 aKTUBHOCTU Y KOHKYPEHTOCITOCOOHOM KITIO-
ge. IToaromy, Hapsiiy ¢ ApYrUMU (DUBUOJOTUYECKUMU
cUCTeMaMM OpraHM3Ma, BO3MOXHO, oOIllepekaloliee
3HAYCHHE VMEJIO SBOMIOLIMOHHOE Pa3BUTHE HEPBHOM
CHCTEMBI, OCOOCHHO — TIepEeIHEro MO3ra, YTO CIT0CO0-
CTBOBAJIO CYIIIECTBEHHOMY YCJIOXHEHUI0 WHIWBUIY-
ajpHoro roseaeHus. Ho, ckopee Bcero, Takoe rpaHam-
O3HOE YCIIOKHEHWE HEPBHOM CUCTEMBI U TIOBEICHMUSI
BO3MOXHO TOJIBKO B CJlyyae, KOTra CKOPOCTb IMPOXOXK-
JIEHUsI CUTHAJIOB (HEPBHBIX UMITYJIECOB) U CKOPOCTh CO-
BEpILLICHUSI OTIC/IBHBIX OIlepalllii CTAHOBSTCSI JOCTa-
TOYHO BBICOKHMU, UYTOOBI OOECMEUUTh OMEPAaTUBHOE
GYHKIIMOHUPOBAHME UYPE3BLIYAITHO CIIOXHOMN (PYHK-
LIMOHAJIBHOM CUCTEMBI, a 3TO, B CBOIO 04Yepedb, BO3-
MOXHO B IIPUPO/JIE JIUIIIb ITPY BBICOKOI TeMIepaType.
Mmenno moatomy A.B. PiomMuH cuurtan, 4To mpo-
IPECCUBHOE Pa3BUTUE KMBOTHBIX BO3MOXHO TOJBKO
MIpU JOCTAaTOYHO BBICOKOI Temmepatrype Tejaa (Pro-
MUH, 1939), c yeM MbI COBEPILIEHHO COIJIACHHBI.

CJIC,Z[OBB.TCJILHO, OJIVH 13 Ba>KHEUIIMX (baKTOpOB 5
OIIpPpCACIAIOIINX 3HAYCHUC BBICOKOM TEMIICPATypPbl
T€J1a UMEHHO 1JIs ITO3BOHOYHLIX 2KNWBOTHBIX, ITPU ITO-
CTCIICHHOM, SBOJJIIONMOHHOM YCIOXHECHUMN YPOBHA
X opraHmsalivm — 39TO HCO6XO,Z[I/IMOCTB MOIITHOI'O
pPa3BUTUA HepBHOﬁ CUCTEMbI U MHIMBUAYAJIBbHOI'O
IIOBEACHUA.

Kpome Toro, y Mo3BOHOUHBIX KUBOTHBIX UMEJICS
psin OMOXVMWYECKHX IIpeamanTalinii, KOTOpbIe pac-
KPBIBAIOT HOBbIE BO3MOXKHOCTH IS aKTUBHOCTH, LTSI
OCBOEHUS HOBBIX CPe[l U T.I., a TAK3Ke MO3BOJISIIOT aK-
THUBHO M HAIIPaBJICHHO MCIIOJIb30BaTh BEICOKME TEM-
TepaTyphl Teja 1711 HAIIpaBJIeHHOTO Xe IMPOTPeCCUB-
Horo Mop®hodU3UOJIOTUYECKOTO 3BOJIOLIMOHHOTO
pazButus (Yepmun, 2017).

VY 6eCcro3BOHOYHBIX XUBOTHBIX B MPOLIECCE 3BO-
JIIOLIMM MOXHO HaOII0IaTh IOSIBJICHUE TPYI KM-
BOTHBIX, KOTOPhIE TeM WJIM UHBIM CIIOCOOOM MOIIU
JOCTUTATh OMPENEEHHBIX YCIIEXOB B PEIIEHUU OT-
IelIbHBIX 3a1a4. [IpruMepoM MOXET CIIyXXUThb BBICO-
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KU1 ypOBEHb CBOCOOPA3HOTO Pa3BUTUS HEPBHOM CH-
CTEMbI U TIOBEIECHMUS Y TOJIOBOHOTMX MOJIJIIOCKOB
(Finn et al., 2009; Albertin et al., 2015), HO oHM He
OBLIM CITOCOOHEBI HA CII0KHOE, KOMITJIEKCHOE, MHOTO-
BEKTOPHOE 3BOJIOLIMOHHOE Pa3BUTHUE, B OTJIUYUE OT
MO3BOHOYHEIX, OOJIAIABIIMX K TOMY K€ yIa4HBIM
YHUBEPCAJIbHBIM IIJIAHOM CTPOEHUS, TOITyCKAIOIINM
TaKO€ MEepCIIEeKTUBHOE pa3BUTHE. Takxke B KauyecTBe
npuMepa MOXHO IIPUBECTHU OOIIECTBEHHBIX HACEKO-
MBIX, B YaCTHOCTH MypaBbeB. HekoToprie nccieno-
BaTEeJIM CYUTAIOT, YTO Y HUX O0JIee 1IN MEHEe TTOJTHO-
LeHHbIe (PYHKIIUM OpraHu3Ma MCIIOJIHSET MypaBeii-
HHMK KaK eOuHOe Iejioe. A OTOeNIbHbIE MypaBbU —
JIMIIb 3JIEMEHTHI, €ro cocTaBsionire. Torna mojay4ya-
€TCsI, YTO CJIOXHOCTb M MHOroo0Opasue CBs3eil U
CTPYKTYPHI LEJION CIIOXKHOM (DYHKIIMOHAJIBHOM CH-
CTEeMbl OpraHM3Ma pacKJIAAbIBAIOTCS Ha OTHEJIbHBIX
MypaBbeB, U BHYTPU KPOXOTHBIX, JUCKPETHBIX 3a1a4,
pelraeMbIX KaXIoi OTOEIbHOM OCOOBIO0, CKOPOCTU
MPOXOXIEHUSI CUTHAJIOB M COBEPIIECHUS OTAEJIbHBIX
omnepaluii B 3TUX MaciuTadbax BIOJIHE TOCTATOYHBI
Iaxe Ipu HU3KMX Temiieparypax (Hemmings, An-
drew, 2016).

HymaeM, 9TO HaIll OTBET Ha 06a BOIIpoca He HC-
YeprbIBacT BCEX BO3MOXHBIX BapMaHTOB, HO YXe
3TOTO JOCTAaTOYHO, YTOO TMOHSTH IJIaBHOE: Y MO3BO-
HOYHBIX SKUBOTHBIX OBLIN BecKre (yHKIIMOHAIBHBIS
W MIpoYMe TIPUYMHBI, HAIPABJISIONINE UX DBOJIONM-
OHHOE pa3BUTHE Ha TIOBBILICHUE U CTAOWIM3AINIO
TeMIlepaTyphl Tejla B nuana3zoHe 37—40° mo0bIMU 10-
CTYITHBIMU 1 TOTTYCTUMBIMH CITOCOOAMM.

KOH®JIMUKT MHTEPECOB

ABTOD 3asIBJISIET 00 OTCYTCTBMU KOH(MIMKTAa MUHTEPECOB.

COBJIIOAEHNE 9TUYECKNX CTAHIAPTOB

Hacrosiias craTthsd He COOEPXKUT KaKUX-JIU0O0 Uccie-
IOBAHM C y9aCcTHEM JIIOJIei ¥ SKUBOTHEIX B KQUECTBE 00b-
€KTOB UCCJIeIOBAHU.
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The Hypothesis on Mechanisms of the Evolutionary Process and Its Canalization
on the Example of Vertebrate Animals. Part 1. Evolution Related
to High Body Temperature

V. A. Cherlin*

Dagestan State University, Makhachkala, Russia
*e-mail: cherlin51@mail.ru

This is the first article of two, devoted to the mechanisms of morphology-physiological evolution. It presents
materials illustrating the principle of stabilization of high body temperature in the evolution of vertebrates.
The analysis show that in different groups of vertebrates, from cartilaginous and bony fish to placental mam-
mals and birds, there were cases of endothermic increase in body temperature, but the manifestations of en-
dothermia have different origins and mechanisms. And even between mammals and birds, and among recent
mammal branches, endothermic manifestations have not the same nature. Some data proof that in various
phyletic branches of ancient reptiles, there appeared some groups with an increased level of basal metabolism
and body temperature, caused by special biochemical characteristics and accompanied with corresponding
morphology-physiological features. The analyzes of the evolutionary origin of endothermia in a large amount
of material proves the objectivity of the principle of high body temperature stabilization in the evolution of
vertebrates, and that it is one of the causa causans and a powerful “guiding force” of their progressive evolu-
tion. Two questions are discussed: why vertebrates need high body temperature and why high body tempera-

ture is necessary just for vertebrates.

Keywords: vertebrates, stabilization of high body temperature in the evolution of vertebrates, evolution of en-

dothermia, endothermy of ancient reptiles
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