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CTtaTbs MOCBSIICHA aKTyaTbHOM Ha CETOMHSITHUI AeHb MTpobieMe — AeTepMUHalnu 1ona. I1o aToii mpo-
G1eMe o1yOJIMKOBAaHO MHOXXECTBO HayUHBIX CTaTeii, HO 1O CUX MTOP HE PACKPBIThI BCE MOAPOOHOCTHU €T0 Me-
XaHU3MOB, TTIOCKOJIbLKY OHU OYeHb Pa3HOOOpa3Hbl. B ctaTbe 060011IeH HOBBIN MaTepral, TTOJIyIeHHBIN ITpH
W3YYEHUU CIy4aeB €CTECTBEHHOU M 3KCIIEPUMEHTAJIbHON MHBEPCUM I10J1a Y MO3BOHOYHBIX KMBOTHBIX.
PaccMmoTpeHsl npeacTaBUTeNN XOJIOTHOKPOBHBIX ITO3BOHOYHBIX (pBIOBI, aM(pUONM, PENTWINHN) U TEILIO-
KpOBHBIX (nTulibl). MHBEpCcHUs mosa, KOTopasi BCTpevaeTcs KaK B €CTeCTBEHHBIX (MIPUPOIHBIX) YCIOBUSIX,
TaK 1 B YCJIIOBUSIX OKCIIEpUMEHTA, MOXET OBbITh CJICACTBUEM FreHETUUECKNX HapyIIeHU, KOTOPBIE TIPOSTBIIS -
IOTCSI Ha pAHHUX CTaIUSIX Pa3BUTUSI SMOPUOHA, 1 HOPMaJIbHBIX MI3MEHEHU M, TTPOUCXOISIINX Y TTOJI0BO3pE-
JIBIX JKUBOTHBIX ITOJT KOHTPOJIEM HEMPOIHIOKPUHHOI CHUCTeMbl opraHu3ma. [1pemmonaraercs, 4To UHBEp-
cUs T10J1a U IeTepMUHALIMS T10J1a MOTYT ObITh B3AMMOCBS3aHHBIMU SIBJICHUSAMU. Oc000€e BHUMAHUE B CTaThe
yIeJIeHO MHBEPCUM 1 IeTEPMUHALIMY TTI0J1a Y TITULL, TTOAPOOHO PacCMOTPEHBI pabOTHI 10 SKCTIEPUMEHTAIb-
HOIf MTHBEPCUM M0JIa Y 3TUX XKUBOTHBIX. JIJIs1 3TOro 0600111eHbI JaHHbIE HAYYHBIX paboT O CBSI3U MexXay ¢e-
HOTHITMYECKUM TTPOSIBJIICHUEM I10J1a Ha KJIETOYHOM, TKAHEBOM M OPTAHHOM YPOBHSIX, €T0 XPOMOCOMHBIM 1
TOPMOHAJIBHBIM ONpee/ieHeM, a TAKXKe FTeHETUYECKUM 1 SITUTeHETUUYEeCKMM KOHTposieM. B KoHIIe cTaTbu
MPEIUTOKEHBI TIEPCIIEKTUBHBIC HAMPaBJISHUS B U3yYeHUU €CTECTBEHHOM 1 9KCIIEpUMEHTATbHO MHBEPCUU
1oJia y MO3BOHOYHBIX.

Knrouesvwie crosa: JNeTepPMUHALIUS 110J1a, UHBEPCUS 110J1a, TEHETUYECKUN KOHTPOJIb, SMUTEHETUYECKU A KOH-
TPOJIb, TOPMOHAJIBHOEC OIIPCACICHUE I10J1a, IIO3ZBOHOYHBIC.

DOI: 10.31857/S001667582206011X

Ilon — BTO COBOKYITHOCTb MOP(MOIOTrMYECKUX,
(GUBNOTOTUYECKUX U HEHPOIHIOKPUHHBIX OCOOEH-
HOCTeM opraHu3ma, ooecreuynBalolrx MojoBoe pas-
MHOXEHHUE, CYIIIHOCTh KOTOPOTO CBOAUTCS K 00pa3o-
BaHUIO TIOJIOBBIX KJIETOK (eamem), UX CAUSTHUIO TIPU
OIIJIOOTBOPEHUH, 00Opa30BaHUIO 3UTOTHI 1 POPMHU-
poBaHUIO0 HOBOU ocoOu. C MOJIOBBIM pa3MHOXEHUEM
CBSI3aHO MHOXECTBO HepelleHHbIX pobyieM. J1o cux
nop obCcyXaaloTcs ero MperuMylliecTBa U HEAOCTaTKKU
MO0 CPaBHEHUIO ¢ OECMOJbIM BapUaHTOM pa3MHOXKe-
HUS, a TaKXe UX DBOJIOLIMOHHAS CBsI3b. OTpOMHOE
pa3HooOpa3ue BapuaHTOB MOJIOBOTO Pa3MHOXEHUS U
COOTBETCTBYIOIIMX MM BEPCUI ompeaesieHUs 1oJja
MpuBJIeKaeT ocoboe BHUMaHue [1].

Paznuuaror gBa TUMa ITOJOBOTO Pa3MHOXKEHMUS:
obaueamuuiil (y OOJBIIMHCTBA PACTEHMU U KMBOT-
HbIX) U arkysemamuensiii (y TpuooB). [oBOpsT 0 co-
Mamuueckom nosae, KOoraa pedb UIeT O COBOKYITHOCTH
KJIETOK MHOTOKJIETOYHOTO OpraHM3Ma, WCKIIIoYast

MOJIOBbIE KIIETKU, U eamMemHOM no/e, TIoapasymeBast
npeBpaileHne HeauddepeHIMPOBAHHBIX TepPBUY-
HbIX Mo0BbIX KieToK (ITITK) B 3pesnbie criepMaTo30-
WOBI U SUTIEKIeTKN. Pa3BuTre XxapakTepHBIX OCOOEH-
HOCTEIi MoJjIa B OHTOT€HE3€e BKIIOYAET ABa ITOCIEI0-
BaTeJIbHBIX JTalla: HnepeuuHoe onpedeseHue noia W
JIalbHellIee MOSBICHUE U pa3eumue 8Mopu4HblX no-
108bIX npusHakos. llepBUUHOE ompeneneHue IoJja
HauYMHaETCd C MOMEHTA €ro A€T€pMMHaAIIN1 U 3aKaH-
yuBaeTcs popMUpPOBaHUEM SUYHUKOB y CAMOK U Ce-
MEHHUKOB y CaMIIOB — PENpPOAYKTUBHBLIX OPraHOB
coMaTrudecKoi mpupoabl. CI4UTAIOT, YTO IPUHIIUIIH -
aJIbHasI CXeMa 3TOTO IIpoliecca KOHCepBaTUBHa [2, 3].
CrnenmyeT OTMETUTDh, YTO HA 3Talle IIePBUYHOIO OIIpe-
JIeJICHUS T10J1a IIPY ONpeieICHHBIX HapyIIeHUSIX pa3-
BUTHUS MOXET ITPOU30MTH MHBepCcUs noJja. [1pu atom
BO3HHMKACT HECOOTBETCTBUEC MECXKIY N’CHETUYECKUM U
GEHOTUITMUYECKUM TOJIOM. JIpyroit TUIT MHBEPCUU
I10Ja MOXET IIPOMCXOIUTh y IOJIOBO3PEIO 0codu
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TIpH OIIpeNieIeHHBIX YCIOBUSIX. M B IIepBOM 1 BO BTO-
POM cilyvyasix pe4b UIET O CMEHE [10JIa Ha MTPOTUBOIIO-
JIOKHBIA.

BobinensitoT ABa OCHOBHBIX MeXaHU3Ma JAeTEpPMU-
HallWU T10JI1a: eeHemuueckKuil, KOTOPbIiA onpeaessieTcs
MOCPEACTBOM MOJIOOTIPEICISIIOIINX MacTep-TeHOB, 1
aKon0euueckull (MM CpeaoBoit), KOTOPbI 3aBUCUT OT
YCJIOBUIT OKpyXKarolleit cpenbl (Temrieparypa, pH,
collMaIbHbIe OCOOEHHOCTHY MOIYJISILIUYU U Ap.). Mie-
KOIUTAIOIIME U TITULIBI 00JIaaloT UCKIIOUUTEIbHO
FEHETUYECKUM MEXaHU3MOM JeTepMUHAlUU TOoJa
(GSD), y pennrtunuii Hapsiny ¢ GSD cyliecTByeT cpe-
noBoit MmexaHu3M aerepmuHanuu 1ona (ESD). JIna
ampudbwuii xapakrepHa GSD-cucrema ¢ HechopMU-
POBaHHBIMU MOJOBBIMU XpOMocoMaMU. PeIObI 00J1a-
JIal0T pa3HOOOpa3HBIMU MEXaHU3MaMU ONpeae/eHUs
nona, Bkmodass ESD u GSD [1, 4, 5]. 'eHeTnueckoe
ornpezaeseHre T10J1a MOXET IMTPOUCXOIUTD 10 3a4aTust
(Tpu Meio3e y OpraHu3MoB C KEHCKOI reTeporaMeT-
HOCTbIO) WJIM B MOMEHT CJIMSIHUS TTOJIOBBIX KJIETOK, a
9KOJIOTUUYECKOe onpee/ieHre MoJia 3aBUCUT OT YCJIO-
BUi1 OKpyxKatoieit cpennl [4—8]. OmnpeneneHue moja
non BaustHueM ¢akTopoB BHelrHel cpeabl (ESD) B
OCHOBHOM M3BECTHO Y PENTUINI, U30I101, HEMATOI
U 3xuypu (MOPCKUX MHOTOIIETUHKOBBIX YEPBENA).
ITpu sTOM CcpenoBasi neTepMUHAHTA B OINpPENeIeHUU
oJIa y 3TUX IPYIIN XKMBOTHBIX Pa3iMuyHa: y peNITUIN
TO0JI OTIpeaeIsieTCsl TeMIlepaTypoii, y HemaTod — pas-
MEPOM XO35IMHA, Y IPYTUX XKUBOTHBIX — BHYTPUBUIO-
BbIMM B3auMoneiicTBusiMmu. CyllecTBYIOT ABE TOUKU
3peHusi oTHocuTeNbHO mpoucxoxaeHuss ESD. Co-
m1acHo nepBoii Touke 3peHus ESD aBnsgerca npumn-
TUBHOM, U MO3TOMY MOXET pacCMaTpuBaTbCsl KakK
MepBbIil MEXaHW3M ONpee/IeHUs oJ1a, MO3XKe 3aMe-
IIIEHHBIM Ha reHeTudyeckuii mexaHusM. CoriacHo
BTOpOIi Touke 3peHust ESD Bo3HUKIIa KakK amanTausi
K YCIOBUSIM OKpy:Karoleit cpenbl [9]. dunoreHeTu-
YecKue MCCieIoBaHUsl MOKa3ajlu YacTble 3BOJIIOIU-
OHHBbIE MEPEeXOolibl MEXIY TeHETUUECKO U TeMIiepa-
TYPHO-3aBUCUMOM J€TePMUHALIMSIMHU T10J1a Y XKUBOT-
HbIX, YYBCTBUTEJIBHBIX K YCJIOBUSIM OKpYyXarolei
cpelibl. DT Mepexoabl BKIIOYAOT TeHEeTUYECKUEe CU-
CTeMbl, UYYBCTBUTEJIbHbIE K TeMIlepaType, KOTOpbie
Y4acTBYIOT B IETEPMUHAIIUY T10J1a TOCPEACTBOM B3a-
UMOJECHCTBUS T€HOB U YCIIOBU OKPYXKAIOIIEH Cpelbl
[10]. ¥ yemyityaThixX (SIIEpULIbI M 3MEN) U Y PHIO I1e-
pexolibl OT 3KOJOTMYECKOU NeTEpMMHALIMU IoJia K
FeHETUUYECKON TMPOUCXOmsT 4allle, 4YeM HaoOOpOT.
BOTO MO3BOJISIET MPEAIOJIOXUTb, YTO TEHETUUEeCKOoe
ornpenesieHne 1moJjia oonee crabuiapHO [11]. B pa3HbBIX
YCIIOBUSIX OKpYXKalolllei cpeabl oKa3bIBaeTCs Mpe-
noututenbHol oo ESD, mm6o GSD. B cniabHO Ba-
PBUPYIOILINX YCIOBUSIX OKPY2KalOllleit Cpeabl Mpenmno-
ytutenbHee ESD, B HemnpenckazyeMbIxX YCIOBUSIX
WJIM B YCJIOBUSIX C HU3KOI BapuabenbHocTbio — GSD.
OnmnonokycHasgs GSD saBnsercsa 6ojiee cTaOMIBHOM,
yeM ESD. B TeueHue Bcero nepuoga HeCTaOUIbHO-
CTM YCJIOBUI OKpYy:Kalollleil cpeabl OHa MTPUBOIUT K
CWJIbHOMY CMENIIEHUIO B COOTHOILIEHUHU TI0JIOB, B TO

CMMUPHOB u np.

BpeMst Kak ESD caBuraet 310 cCOOTHOIIIEHME HEeHAa-
MHoro [12].

BbiaensitoT ABe OCHOBHbBIE CUCTEMBI XPOMOCOMHO20
onpedenenus noaa: ¢ Myxckoi (XX/XY) uim ¢ keH-
cKkoit (ZZ/ZW) rereporaMeTHOCTbIO, a TaKXKe MX
MHOTOYMCJICHHBbIE BapuaHTHI [4]. ¥ ampuoduit ooHa-
PYXeHBbI 00€ CUCTEMbl XpPOMOCOMHOTO ONpeaeeHUs
nosa [13—16], npu 3ToOM y pa3HbIX BUIOB IOJOBbIE
XpPOMOCOMBI 00JIaIaIOT pa3HOIl CTEINEeHbI0 TOMO-
MoOp@dHOCTA U rerepoMopdHocT. OHU MOTYT OBITh
roMOMODP(MHBIMU Y O00OUX TIOJIOB U UMETh HE3HAUYM -
TeJIbHbIC U3BMEHEHUSI, a MOTYT OBbITh TeTePOMOP(HBI-
MU U UMETb 3HAYUTENIbHbIE pa3inuusl y MpencTaBu-
Teaeit pa3sHbIX oMyt omHoro Buaa [17]. I'erepo-
MOpGHBIE UM TOMOMOP(MHBIE ITOJIOBBIE XPOMOCOMBI
UMEIOT TECHYIO KOPPEJISILIMIO C KOHCEpBAaTU3MOM 1O~
Jioonpeaensonux reHoB. Eciiu XxpoMocoMbl retepo-
MOp®dHBIE Y OMHOTO U3 IOJIOB, MOJIOONPEASSIIONINe
reHbl 3BOJIOLIMOHHO KOHCepBaTUBHBI. Eciau mosno-
BbI€ XPOMOCOMBI TOMOMODP(MHBIE Y 0001X MOJIOB, Kak
vy 96% BUI0OB aM(PUOUIA, TTOJTOONPEAECIIONIE TEHBI B
MMOJIOBBIX XPOMOCOMAX JIETKO U OBICTPO 3aMeIatoTCs
Ha IpyTUe TeHbI B APYTHMX XpOMOCOMax. DTO sIBJICHUE
Ha3bIBAIOT “3aMEIIEHUEM ITOJIOOTPEALCISIIONINX Te-
HOB U TIOJIOBBIX XpoMocoM™ (“turnover of sex-deter-
mining genes and sex chromosomes”) 1 HaOIIOMaeTCS
y OOJBIIMHCTBA MOUKUIOTEPMHBIX ITO3BOHOYHBIX
[15, 18]. Kak y pbIO, Tak U y 3eMHOBOAHBIX OOHApY-
JKEHO, YTO TIepexoAbl OT TOMOMOP(MHBIX MOJOBBIX
XPOMOCOM K TeTepOMOP(MHBIM MPOUCXOIUIN Yallle,
yeM Hao6opoT. Kpome Toro, o0HapyKeHo, 4To nepe-
XOJIbl OT MYXCKOH TeTeporaMeTHOCTU K >KEHCKOW
MPOUCXOIUIN C OAUHAKOBOM CKOPOCTHIO Yy 3€MHO-
BOJIHBIX U Uellyl4aThIX, TOIJA KaK MepPeXo OT XKeH-
CKOM reTeporaMeTHOCTU K MYXCKOM y PbIO TPOUCXO-
JIWJI ¢ 6oJblIeit ckopocThio [11].

B HacTosi111ee BpeMsi CYIIECTBYIOT IBE€ TOUKU 3pe-
HUSI OTHOCUTEILHO 3BOTIOIIUU CUCTEM T€HETUYECKO-
ro omnpenejieHus mnosia. CYuMTaloT, YTO MNPEIKOBOM
¢dhopMOIi reHeTUYECKOTO OIpeaeJICHUS M0 SIBISET-
Csl CUCTEMAa, OCHOBaHHAsl Ha MYXXCKOU rereporamer-
HOCTHU, U3 KOTOPOU BHOCIENCTBUU chOpMUPOBAIACh
cucTeMa C XEHCKOU rereporamMmeTHocThio. OmHaKo
3Ta TAIOTE3a MPOTUBOPEYUT 3BOJTIOIIUOHHON TEOpUU
reTeporaMeTHOM AeTepMUHaIIMU ToJia y aMbuouii, B
COOTBETCTBUU C KOTOPOI MEPBUYHOM SBJISIETCS XKEH-
cKas rereporaMeTHOCTh [13—15]. Takke ecTh Ipen-
MMOJIOXEHUE, YTO 00€ CUCTEMBI CYIIECTBOBAIN OTHO-
BPEMEHHO U ObLJIM paBHO3HAYHBIMU U B3aMMO3aMe-
HgeMbIMU. Tak, HampuMep, y SIMOHCKOUW JSITYIIKA
Rana rugosa BcTpeuyaroTcsi 00€ CUCTEMbI XPOMOCOM-
Horo onpeneneHus noja (XX/XY u ZZ/ZW) B nipe-
JleJiax OMHOTO BUAA, HO B OMPENIEJIEHHBIX JIOKATbHBIX
nonynsauusax [13].

®dopmMmupoBaHue roHan (eoHadoeere3) N UX GYHK-
LIMOHMPOBAHUE 3aBUCST OT IIOJIOBBIX TOPMOHOB (3CT-
pOTeHOB 1 aHAPOreHoB). OCOOEHHO 3TO XapaKTEPHO
IIJIST XOJIOHOKPOBHBIX MO3BOHOYHBIX XXUBOTHBIX. Y
TEHETHUKA Ne 6
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ECTECTBEHHAA U SKCITEPUMEHTAJIbHAA MHBEPCHUA TTOJIA

pBIO, HEKOTOPBIX aM(UONii M PEeNTUINIA M3BECTHBI
cJlydyau eCTeCTBEHHOI CMEHBI T10J1a (UHEepcuu noaa) B
OHTOI€HEe3€ OIHOM U TOI1 ke 0COOM, TIPU COXPaHEHUU
Habopa TIOJIOBBIX XPOMOCOM U 06e3 HapylleHUit
GYHKIIMY roHaa. T 3P@GEKTH BOCHOBHOM OIIOCpEe-
JIOBaHBI 3CTPOreHaMM, aHAPOTeHAMM U COOTBETCTBY-
omuMu UM siaepHbiMu pererrropamu (ESR 1 AR). Y
TETIJIOKPOBHBIX IMTO3BOHOYHBIX (IITUL YU MJICKOITUTA-
IOIIMX) €CTECTBEHHAss MHBEPCUs I10Ja B HOpME He
BCTpeYaeTcs, BCe ee TPOSIBJICHUS SIBIISIOTCS MATOJIO-
rueil U SJIMMUHUPYIOTCSI €CTECTBEHHBIM OTOOPOM.
DKCIIEpUMEHTAJIbHBIM IYyTEM YIaJI0Ch ITOJIyYUTh MH-
BEPCHIO TT0JI1a Y AoOMallHel Kypulibl. MHBepcuio moja
MOXHO Ha0JII01aTh Y YeJI0BeKa MPU HapYILIEHUSX 110~
JIOBOTO pPa3BUTHUSI, KOTOpbIE IPEICTABISIOT COOOI
MHOToo0Opa3Hyl TPyINy HapylIIeHW, BO3HUKAIO-
IIUX Ha pa3HbIX 3Tamnax nuddepeHInPOBKHY T10Ja U
¢dopMUpOBaHUS IIOJIOBBIX OPTaHOB. BBIIEISIOT LIeH-
TpaJibHbIe U TIepudepuIecKre HapylIeHUs, TIepBhIe
U3 KOTOPBIX CBSI3aHBbI C MOBPEXICHUEM MO3TOBBIX
CTPYKTYp (THIIOTAIAMO-TUIIO(pU3ApHOIT CUCTEMEI), a
BTOpPbIE — C MATOJIOTUSIMU ITOJIOBBIX OpraHoB. OT-
JIeJIbHO BBIICJISIIOT TPYITITY TTATOJIOTHI ¢ HApylIeHUEM
o0BOM nrddepeHIMPOBKM, KOIla 3aKjIaaKa moJja
HapylraeTcs BHyTpuyTpooHo. Hapymrenus popmupo-
BaHus 1ona (HPIT) y dyemoBeka — 3TO BpOXIEeHHAS
MaTOJIOTsI pa3BUTHUSL, IIPU KOTOPOI1 HAOIIOAAETCS He-
COOTBETCTBUE TE€HETUYECKOTO, TOHAIHOIro, (heHOTU-
IMUYECKOTO U TMICUXOJIOTMYECKOTO MoJia. SHAYUTeTbHAS
4acTh HapylIeHW (popMUpOBaHMS M0Jia U IOJIOBOTO
pa3BUTUS OOYCIIOBJICHBI WMEHHO TeHEeTUYSCKUMU
¢dakTopamu [19].

M3BecTHO, YTO MOJIEKYJIbI ITOJIOBBIX TOPMOHOB Ye-
p€3 COOTBETCTBYIOILIME PELEIITOPHl 3aIlyCKalOT SKC-
MPEeCCUI0 MHOTUX reHoB. KiTioueBbIe TToI00Ipeaeisto-
1LM€ T€HbI, KaCKaabl B3AMMOJEIHCTBUIA UX MPOIYKTOB C
JPYIrMMHU I'eHaMM WJIM VX MPOU3BOAHLIMU, HalIEHBI
U U3YYaloTCSI Y MHOTMX MOJAEILHBIX OOBEKTOB, HO pe-
3yJIbTaThl 3TUX UCCJIEIOBAHU ITPOTUBOPEUnBLI. CTepo-
WITHbIE TOPMOHBI MOTYT peryaupoBath A0 1000 reHeTH-
YeCKUX JETEPMUHAHT IT0JIa, XapakKTep WX B3auMOmeii-
CTBHS ocTaeTcs HesicHBIM [20].

B Harteii ctatbe, paccMaTpuBasi OMCaHHbBIC B HA-
YUHOM JUTepaType ciydau eCTeCTBEeHHOI MHBEpCUU
TToJ1a y pBIO, aM(UOWIA M PETITUIINIA, a TAKKe IKCIIEPH-
MEHTaJILHON WHBEPCUM TIOJIa Y TITUII, MBI ITHITAEMCS
0000IIUTB TaHHBIE O (haKTOpaxX, KOTOPHIE MOTYT BIIUSITh
Ha IeTepMUHAIINIO U M depeHIIMPOBKY MoJa.

MHBEPCHUA U JETEPMUWHALIWA TTOJIA
Y Pblb, AMOUWUBNN 1 PEIITUINA

EcTecTBeHHass MHBepcUsl moJjia XapakTepHa st
HeOOJIBILIOTO KOJIMYECTBA BUIOB XOJIOIHOKPOBHBIX
IMO3BOHOYHBIX. BO3MOXHO, 3TO CBsI3aHO C HEIOCTa-
TOYHOI M3YYeHHOCTbIO JaHHBIX TPYII U B JaJIbHEM -
IIIEeM 3TO sIBJICHUE OyaeT OOHapy:KeHO y OOJIbIIEro
KoJndyecTBa BugoB. Hamboiee 4yacTo ecrecTBeHHAs
MHBEPCHs IT0J1a BCTpevaeTcs y poio [21], HO mazke oyst
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9TOi IpyMIIbl MPOLIEHT OOHAPYKEHHBIX BUIOB C 3TUM
SIBICHUEM OYEHb MaJl. 3HAUYUTEbHO PEXXe MHBEPCUSI
TI0J1a B IPUPOJIe BCTpedaeTcst y ampuouii [ 15, 16],ay
PEeNTWINK U3BECTEH TOJbKO OIMH BUI C 9TUM SIBJIE-
Huewm [10].

B nyTsix aeTepMuHaiiium noJja y No3BOHOYHbBIX Ha-
O1r01a€TCsT 9BOTIOLIMOHHBIN KOHCEpPBAaTU3M, TaK Kak
Y BCEX BbISIBJIEH PSiJl CEMEMCTB reHOB, BOBJIEUYEHHbBIX B
3TOT MPOIIECC, YTO, BUAUMO, OTPAHUYUBAET YACTOTY
BCTpeUY €CTeCTBEHHOM MHBEPCUM TT0J1a. DKCIpeccust
T€HOB HAaXOAUTCS 104 KOHTPOJEM CTEPOUIHBIX TOp-
MOHOB 1 BIUSTHUEM YCJIOBUIT OKpYKaIoIIei cpenbl. Y
pbI0 1 amuoduiit nuddepeHIUaALNSI TOHAN YYBCTBU -
TeJibHA K BO3[IeICTBUIO 3CTPOT€HOB U aHIPOTEHOB, Y
PENTUIINI — TOJBKO K BIMSIHUIO 3CTpOreHos [§, 20].
Y HuUX Hnaxe OIHOKpaTHasi UHBEKIIMS 3CTPOTeHOB
VI MHTAOUTOPOB apoMaTas3bl (OJIOKUPYIOT CHUHTE3
3CTPOTE€HOB U3 aHIPOT€HOB) MOXET NMPUBECTU K UH-
Bepcuu 1ojia. Cieayer Takke OTMETUTD, UYTO Xapak-
Tep BO3JEMCTBUSI 3K30T€HHBIX MOJOBBIX FTOPMOHOB
Ha MOJI 3aBUCUT OT CTaIMU OHTOT€He3a 0COOu U OT
4acTOTbl TOPMOHAJILHOTO BO3AeHCTBUA [8].

ITonpoGHee ocTaHOBUMCS OTIAEIbHO Ha KaxKmOu
IPYIIIE XOJOTHOKPOBHBIX JKUBOTHBIX.

Poiowve

PrIOBI IpeacTaBisoT CO00i YHUKAIBbHYIO MOJIEIIb
U u3ydyeHusi repmadpoauTuaMa y TMO3BOHOUYHBIX
KUBOTHBIX [21—26]. PeiOBI 0061a0al0T cCaMbIMM pa3-
HOOOpPa3HbIMU TUIIAMU PETIPOIYKTUBHbBIX CUCTEM (OT
repMadpOINTU3MA IO TOHOXOPU3MA) U CTPATCTUSIMHA
pPa3sMHOXEHUsI cpedy ITO3BOHOYHBIX XXWBOTHBIX, a
TakKe MJIaCTUYHOCTBIO U3MEHEHMSI T10J1a BO B3POCIOM
cocrostHnU [21]. st peIO XapakTepHa ITUIACTUYHOCTD
MOJIOBBIX U COMAaTMYECKUX KJIETOK, TOAfepKuBaeMasi
Ha MPOTSKEHUU BCETo XXKM3HEHHOTO 1IUKJIAa U HaXO[s -
masicsl Ton, BIUSTHUEM (paKTOPOB BHEITHEU cpenpl. Y
pBIO TeMIlepaTypHOe oOmpeaejeHue Moja paclpo-
CTpaHEHO MeHee, UeM JyMalli paHee, U3-3a 0oJblieit
PEIKOCTU YHUCEKCYIbHBIX MOMYISLUI TaXe B IKC-
TpeMaJbHbIX YCJIOBUSX. D(PhEKT 3CTPOreHOB, ACii-
CTBYIOIIIUX YEPE3 COOTBETCTBYIOIIME PELENTOPHI, 3a-
MeTeH cuiibHee. IToka3zaHo, 4To 2% KOCTUCTBIX PbIO,
npuHagaexamux K 20-Tu pa3IudyHbIM ceMelicTBaM,
COCOOHBI MEHSTh NoJ. M3MeHeHusI ToHaJ COOTBET-
CTBYIOT U3MEHEHMSIM KOHIIEHTpAllMU CTEPOUTIOB B
mwiazme. [lpu 3TOM cTepouabl, KOHTPOJUPYIOLIUE
nuddepentmarmio ronan, — 17-B-sctpagunon (E2) u
11-ketoTectoctepoH (11-KT) — sBasioTcsl IJ1aBHBI-
MU TIOJIOBBIMU CTEPOUIHBIMU TopMoHamMu. Hampu-
Mep, Y YEPHOTO OKYHSI COOTHOILIIEHUE TTOJIOB PETYJIr-
pyeTrcss ITMHAMMWYECKU: ONUH TIOJ yBEJIUYMBAETCS B
KOJIMYECTBE, a KOJIMYECTBO IPYrOro OCTAETCs ITOCTOSTH-
HbM [21, 22]. Cynp6a nepBoHa4YaIbHOM TOHAIBI OIIpe-
JiesIsieTcs M MOoAJIepXKUBaeTcs yepes repeaady CUrHajIoB
OT TMITOTAJIaMO-TUTIO(hH3apHOI CUCTEMBI K TTOJI00TIpe-
nensiioneMy reHy. B nenom skcnpeccusi TeHoOB dmrt]
(doublesex n mab-3-cBsi3aHHOTO (paKTOpPa TPAHCKPUII-
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uuu 1) B ceMeHHUKe U cypl9ala B IMYHUKE UMEET
peliaoliiee 3HaYeHUE 7151 Pa3BUTUS CAMIIOB U CAMOK
COOTBETCTBEHHO [21, 22].

ITpu u3yyeHUU MeXaHU3MOB PETYJISIIUU COOTHO-
IIEHUSI TIOJIOB y KOCTHCTBIX PBIO OBUIO OMNMCAHO
OoJipIlIoe pa3HOOOpa3re MeXaHU3MOB IeTepMUHA-
11U T10J1a. DTO pa3HOOOpa3ue CBSI3aHO KaK C TeHEeTU -
yeCcKMMU (paKToOpaMu, TaK U C YCIOBUSIMU OKpPYKalo-
el cpenpl, TAKMMU Kak TeMIieparypa, pH, 1 naxe ¢
CoOLMaJIbHbBIMUA (I)aKTOpaMI/I, KOTOPbIEC MOTYT BJIUATH
Ha COOTHOIIIEHME MOJIOB. MMTHOTIa yCIoBUSI OKpYyKa-
IOl Cpebl BIMSIOT Ha ASTEPMUHAIIMIO 110J1a OBICT-
pee, yeM reHeTuyeckas cucrtema [21, 23, 27].

DeHOTUTINYECKUI TIONT Y PhI0 MOXHO M3MEHUTH
o, IefiCTBUEM 3K30T€HHBIX TOPMOHOB, €CJIU UX UC-
IOJIb30BaTh 10 MOJ0BOM muddepenumnanuu [21, 28,
29]. Mononbie peIObI YyBCTBUTEIBHBI K (DM3MIECKIAM
U XUMHWYECKUM (PaKTopaM OKpyxKarollleil cpeabl, KO-
TOpBIE BJIUSIIOT Ha WX TUIIOTAIAMO-TUIO(MHU3APHYIO
cuctemy [21]. Y omnux Bunos nuddepeHInAINS 110~
Jla HaXOJAUTCS MO CTPOTUM TeHETUUYECKUM KOHTPO-
JIEM U He TpeOyeT IPpOU3BOACTBA IIOJIOBBIX CTEPOU/I -
HBIX TOPMOHOB. Y IpyruX BUOOB U nuddepeHIa-
LIMA TOHaJ HEOOXOAMMBI TTOJIOBbIE TOPMOHBI U 3TOT
¢eHOMEH acCOLMUPOBAH C 3aBUCUMOCTBIO mudde-
pEHLIMALIMK TI0JIa OT YCJIIOBHI OKPYKAIOIIEil CpeIbl
(m1aBHBIM 00pa3oM OT TeMIlepaTyphl). XapaKTep Iro-
HagHOW moJIoBOi mud@epeHInalul MOXET OBITh
pa3sHOOOpa3HBIM: BUIBI MOTYT OBITH TepMadpoanT-
HBIMW WA TOHOXOPUCTUYHBIMM, HEKOTOPbIE 13 KO-
TOPBIX MPOSIBJISIOT I0BEHWJILHEIN repMadpoauTu3M
[20, 21, 30, 31].

I'eHeTHUeckas neTepMUHALIYS T10JIa Y PhIO MOXET
BKJII0YaTh KAK MOHOT€HHBIE, TaK 1 MTOJIMTEHHBIE CH-
CTEeMBI, a KJII0UEBbIE MOJOOIPEALISIONINE TeHBI MO-
IyT pacIiojlaraThCsi B ayTOCOMAax U/WINA B IOJIOBBIX
xpomocomax. Hekotoprie cemeiicTBa T€HOB, KOTO-
pble BOBJIeYEHBI B IETEPMUHALIMIO 1T0JIa Y APYTUX T10-
3BOHOYHEIX, HETaBHO ObUIM HAWMIEHHLI M y PHIO, 4TO
MpearoaaraeT HaJJudre BOIIOLIMOHHOIO KOHCEPBa-
TH3Ma B MyTSIX AeTEPMUHALIMU T1071a. Y PhIO OMMKUCaHbI
Kak myxckas (XY), Tak u xkeHckast (ZW) rerepora-
METHBIE CUCTEMBI, a TAK:KE MHOT'ME IPYTHUe UX Bapra-
. ITonoBeie XpoMocOMBI OOHAPYXKEHBI TPUOIU-
3utenabHO vy 10% M3ydeHHBIX BUIOB pbI6. HekoTophie
BUIOBI PHIO Pa3MHOXKAIOTCS TMHOT€HETUYECKH, T.€.
MMEIOT MOITYJISIIIUIO TOJILKO U3 0CO0ei XKeHCKOTO MO-
Ja [32].

B oTHoOlIEHUM MeXaHU3MOB AeTEpMUHAIIUM T10J1a
pBIOBI IpHUHAIIEKAT K HaubOoJiee CIOXHOM IpYyIIIie
MO3BOHOYHEBIX KMBOTHBEIX [21]. CormacHO M3BecT-
HBIM M€XaHU3MaM JeTepMUHALIMU MoJjia pbid pas3me-
JISIIOT Ha TPU TPYIIIIbL:

* 20HOXOpu4ecKue: TIOJ OIPeNesIeTCs] TeHETUYe-

CKM M (PUKCUPOBAH Ha IIPOTSLKEHWU BCEM KU3HU
ocoou;

* nocnedogamenvhole 2epmagpodumst (Npomoano-
puueckue 8udvl — TIOJI MEHSIETCS B HaIpaBJIeHUN ca-

CMMUPHOB u np.

MeEL — CaMKa, U npomoceHuveckue 6U0bl — TIOJI MEHSI-
€TC4 B HAIIpaBJICHNM CaMKa — CaMell, a TaKXe B 000-
HMX HaITpaBJICHUAX B TCUCHUNEC BCel }KI/I3HI/I);

* VHUCeKcyanvHble, TIPEICTABIIEHHBIE TOJIBKO Off-
HUM TI0JIOM, YTO XapaKTepHo Wi Buma Poecilia for-
mosa.

Xapakrep nuddepeHIaLNM T10JIa Y KOCTUCTBIX
PBIO TaKKe MUBEPTEHTEH M U3MEHYUB. Y pPas3IMIHbIX
TOHOXOPUYECKUX BUIOB, TAKMX KaK JIOOAH WIN Yep-
Hasl Kedaiab, KaHAJbHBIA COMHUK, OOBIKHOBEHHBIN
cymak U Memaka, HemuddepeHIMpOBaHHBIE TOHAIBI
pa3BUBAIOTC B SUYHUKU Yy TE€HETUYECKMX CaMOK
paHbllle, YeM B CEMEHHUKM y TeHEeTUYECKMX CaMIIOB.
Onmnako y HemuddepeHOINPOBAHHBIX TOHOXOpUYE-
CKMX BUJOB, TAKMX KaK OOBIKHOBEHHBII1 yropb, CUMa,
cyMaTpaHCKMiI 6apOyc m maHumo-pepuo, Hemudde-
pEHLIMpOBAaHHLIC TOHAIbl BHAadajle Pa3BUBAIOTCS B
SANYHUKO-IIONOOHBIE TOHAAbl. Y OIHOM ITOJIOBUHBI
ASTUX PBIO SIMYHUKO-TIONOOHBIE TOHAObI IT03XKE CTa-
HOBSTCS SMYHUKAMU 1 TIPOU3BOIST OOLMTHL. Y Ipy-
rOii TI0JIOBUHBI 3TUX PHIO OHM Pa3BUBAIOTCS B CEMEH-
HHUKHU U pbIOBbI CTAHOBITCS caMmiiamu [33].

Amcpubuu

ITon OGompmMHCTBA amMUOMiA TeHETUYECKU Oe-
TEPMUHUPOBAH, XOTSI B ITOCTEAHEE BPEMSI TTOSIBUIUCH
COOOIIIEHUS O CYIIeCTBOBAHUM HETeHETUYECKO ne-
TEPMUHALIMU T10J1a Y TOU Pyl MTO3BOHOYHbBIX XK1~
BOTHBIX [13]. Ha mojioBBIX XpoMOCOMax pas3iMyHbIX
BUIOB JISITYIIIEK KAPTUPOBAaHbI MHOTUE T€HbI, ACCOLIUU -
poBaHHBIC ¢ TUddepeHInaleii TOHAN, Y BBISIBICHBI
reHsl ¢ addekramu (peMrHU3aUu ¥ MacKyJIMHU3a-
. [To-npexkHeMy MaJlo U3BECTHO O MOJIEKYJISIPHBIX
MeXaHM3MaXx, Jiexallix B OCHOBE IETEPMUHALIMU TT0J1a
y sryurex [12, 13].

B ciygae Oyropyaroil JSTYIIKKA TIEPECTPONKU,
BO3HHUKAIOIIME B ITOJIOBBIX XPOMOCOMaX, MOTYT CTaTh
OPpUYNHON M3MEHEHUSI MeXaHM3Ma TOHAamHON mud-
depeHINPOBKU: OT YYBCTBUTEIBHOM 10 YCTOMYNBOM
WHBEPCUM T10JIa, BKIIOUAIOIIEH CBSI3b MEXIY U3Me-
HEHMSIMHU B IIOJIOBBIX XpOMOCOMAaX M KOHTPOJIEM 3a
cooTHoureHueM 1oynioB [14]. HeoOrryHast cucrema
JeTepMUHALIUU T10J1a ONMcaHa Yy SITOHCKOI pUCOBOIi
marymku  Fejervarya kawamurai. Ilonydaemoe B
MOTOMCTBE COOTHOIIIEHHUE II0JIOB Yy 3TOM JISATYIIKU
TPYIHO OOBSICHUTD TOJIbKO MEXaHU3MOM JeTepMUHA -
MU T10JIa, OCHOBAaHHBLIM Ha TeHETUYECKOIl 1 Cpelo-
Boii cuctemax. OHO 3aBHCHUT OT TOTO, KaKMe OCOOM
BCTYNIWIM B cKpeliuBaHue. B ciydae OGau3Kopon-
CTBEHHOTO M OOpaTHOIO CKpEIIMBAaHMIA, a TAKXKe A1~
IUIOUTHOTO TMHOT€HE3a COOTHOIIIEHHUE IT0JIOB CIBU-
raeTcsi B CTOpOHY OOJIBIIIEr0 KOJUYECTBa CaMIIOB, HO
IIPX 3TOM ITOBBIIIIEHA CMEPTHOCTh CPEIM IIOTOMCTBA.
IIpu ckpemmBaHuM ayTOPEOHBIX CaMOK C caMIlaMu
U3 reorpaudecKu U30JUPOBAHHBIX MOMYJISIINAN CO-
OTHOIIICHNE TTOJIOB CTAHOBUTCS HOpMabHEIM (1 : 1)
W CMEPTHOCTh CHIzKaeTcs [ 14].
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ECTECTBEHHAA U SKCITEPUMEHTAJIbHAA MHBEPCHUA TTOJIA

IIponeccr nerepmMuHaAIMM U auddepeHIInaInm
T10J1a XOPOIIIO U3YyYEeHbl Y MHOTHX 0€CXBOCTBIX aMpu-
6uii [34], 1 TOJBKO HECKOJIBKO BUIOB XBOCTAThIX aM-
$MOMit M3ydeHBI B 5TOM IIJTaHE: UTJIMCTHINA 1 Marpuo-
ckuii putoHsl (Pleurodeles waltl v P. poireti), rpeGeH-
YaTelii TPUTOH Triturus cristatus, OTHEHHOOPIOXUIA
tputoH Cynops pyrrhogaster, OTHEHHasl cajaMaHApa
Salamandra salamandra, TurpoBast 1 MeKCUKaHCKasi
amMoucToMbl (Ambystoma tigrinum n A. mexicanum).
Ha stux Bumax ObUIM MCCIeOOBaHBI: BIMSHUAE MO0~
BBbIX TOPMOHOB Ha AuddepeHIIMalUIO MO MOJ1y, TeM-
repaTypHO-3aBHUCHUMAast MHBEpCus Ioia, 3¢ EKT aH-
nporeHoB 1 P450-apomMarassl Ha nrddepeHIINAaIIIo
1oJjia, 3KCIIPECCUSI TeHOB, PETYJIMPYIOIIUX 3TOT ITPO-
mnecc. B meimom 1 xBocTaThie M 0€CXBOCThIE aM(pUOUT
MMEIOT CXOOHBIM MexaHU3M auddepeHInanum ro-
Hajg mo nojry. O0e Tpynnbl SBIASIOTCS TOHOXOpWYE-
ckumu. OcoOblii MHTEpEC BHI3BIBAET Pa3BUTHE TOHA/I
Y MEKCUKAaHCKOI aMOMCTOMBI, IJIsI KOTOPOil Xapak-
TepHoO siBIeHue HeoTeHUU [35]. Kpome Toro, y amdpu-
Ouii HallileHbl WHTEPECHBIE CIydyaul €CTECTBEHHOM
WHBEPCUM TIOJIa: C U3MEHEHMEM COCTaBa ITOJIOBBIX
XpOMOCOM B KapUOTHUIIE, MO BJIMSHUEM TeMIlepa-
TYPHBIX U APYTUX YCIOBUIA Pa3BUTUS MOJIOABIX aM-
¢ubdwmii [15, 16]. Hampumep, MHBEpCUs 110J1a PacIIpo-
CTpaHeHa B IOIYJISIIUSIX KPpUKIAUBOM JIsATyuKu Litho-
bates clamitans |36].

Monenn nnddepeHIInaIm Iojia y 3eMHOBOIHBIX
MOXXHO pa3fe/iuTh Ha Tpu Tumna [12]:

* TIpsAMOe pa3BuTHe HeaubdepeHINPOBAHHBIX
ITOJIOBBIX 3KeJIe3 B CEMEHHUKH VUTH STMIHUKM;

* paszBuTue HeauddepeHIMPOBAHHON TOHAOAbl B
SMYHUK Y IIOCJeaylollee pa3BUTHE CEMEHHMKA M3
SIMYHUKA;

* pa3BUTHE CEMEHHMKA Yepe3 MEXKCEKCYaJIbHYIO
dazy.

JoMuHMpyIoIIasi TUIIOTe3a OIpeaesieHus I1oJia
JUISI 3€MHOBOIHBIX IIpedjaraeTcss B OTHOIUEGHUU
SIITOHCKOM MOPIIMHMUCTON JIATYIIKU Rana rugosa. Y
Hee OMMCAHBI YeThIpE MOMYJISIINU, B OTHOM 13 KOTO-
pbIX (CeBepHasl MOIYJISILMSI) CAaMKU reTeporaMeTHHI.
IIpenmonaraercs, 4To B JAHHOM CJIy4ae HET HEOOXOI1~
MOCTH B IOJIOOIIPENEIISIONIVX T€HAX B CBSI3U C HAJTMYM--
€M TPaAHCKPHUIILIMOHHBIX (PaKTOPOB, JTOKAJIM30BAHHBIX
B X- i W-xpoMocoMax. ¥ caMIIOB MEXaHU3M OIpeae-
JICHUS T10J1a TIOAICPKUBAET PETYISIIIUIO CEKPELIMU CTe-
POMIHBIX TOPMOHOB B HeAnddepeHIUPOBAaHHBIX TOHA-
JIax IyTeM MHTMOUPOBAHUS TPAHCKPUIILIMY TeHa cyp 19,
CYIIECTBEHHOTO 111 00pa3oBaHus STMUYHUKOB [12]. Co-
IJIACHO 3KCIIEpUMEHTAIbHBIM TaHHBIM, TTOJTHAsI UHBEP-
cus 11oj1a HadmoaaeTcss y AR—T-TpaHCreHHO caMKM
Jsarymku (ZW) npu HU3KOM 103€ TECTOCTEPOHA B BO-
Jie BO BpeMsI BhIpallliBaHUsI T0JIOBACTUKOB. B MHBep-
TUPOBAHHBIX 10 IIOJIy CEMEHHUMKAX 3KCIIPECCHUS Te-
HOB dmrtl, ar u cypl7, HEOOXOMMMBIX IJIsI MAaCKYJI1-
HM3aluK, OblJIa 3HAUYUTEJILHO MOBHIIIeHA. B ToM Xe
SKCIEPUMEHTE HUKAKOM MHBEPCHUU I10JIa He HaOJII0-
JIaJIOCh Y 3KCIIEPUMEHTATbHBIX CAMOK IPU MCITOIb-
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30BaHUU 103 TECTOCTEPOHA JOCTATOUHBIX, YTOOBI BBI-
3BaTh ITOJHYIO MHBECPCHUIO I10JIa Y JUKOTI'O THUIIA JIATY-
meK. B monoBhIX Xene3ax TaKMX CaMOK 3KCIIPECCUSI
TFeHOB, HEOOXOINUMBIX JIJISI MACKYJIMHU3AIUY, HE ObI-
Jla TIOCTaTOYHO OTpEryjJupoBaHa. DTU Pe3yabTaThl
JIEMOHCTPUPYIOT, YTO aHAPOreHOBLIN perienTop (AP)
BMECTE C aHIpPOTeHAMU MOXXET ObITh JETEPMUHATO-
poM 11071a y caM1IoB aMpuomii [37, 38].

V amopubuii o6HapyKeHbl MHOTUE TTOJOOTIpe/e-
Jsmonue reusl (Sf1, WT1, Sox9, Amh, Dmrtl, Daxl,
Sox3, Sox18, Sox12 n np.) 1 U3y4eHa X IKCIIPECCUSI
B TOHaJax caMmloB U camok. MIX Haiuuue B reHOMe
ampuouMil 1 xapakTep UX IKCIIPECCUU yKa3bIBaeT Ha
KOHCEPBAaTU3M CHUCTEMbl JeTepMUHALIMU U audde-
pEeHILIMALIMY T10J1a Y MO3BOHOUYHBIX [ 16, 39]. Ha ocHoO-
BE aHaJiM3a reHOB, CLIETUIEHHBIX C MOJIOM, U JaHHBIX
0 KapuoTHMax y JISIrylieK 0bl10 0OHapyKeHO BOCEMb
T€HOB B IIECTU Pa3JIMYHBIX XPOMOCOMax, KOTOpbIE
MOTYT OBITb KaHAUAAaTaMU B KayecTBe IMOJIOONpeae-
JISIOIIMX TeHoB. JIBa ciyuas 3aMeleHusl Mo TUITY
“turnover of sex-determining genes and sex chromo-
somes” ObLJIM M3YYEHBI y MPYAOBOM JSTYIIKY Jlapy-
ME1L Pelophylax porosa brevipoda 'y Oypoii JISATYIIKA
Ranajaponica u3 SInonuu. UHTepecHbIE Cllydau OMu-
CaHbl y TPABSIHOM JATYIIKU R. femporaria, ASITYIIKU
HammaparaBa Rana sakuraii, Oyrop4aToil JISTYyIIKHI
Glandirana rugosa, momwlleil Oioprepuun Buergeria
buergeri, KOTTUCTOM U KEHUMCKOI LIMOPLIEBBIX JISITY-
mek (Xenopus tropicalis u X. borealis), cbemoOHOI JIsT-
ryimiku Pelophylax esculentus, neornapaoBoii JISTYILIKA
Lithobates pipiens, narymiku-onoika L. catesbeianus v
KPUKJIMBOM JIATYIIKU L. clamitans [14].

Penmuauu

OnpeneneHue ToJia o BO3AeCTBUEM TeMIlepa-
Typhl (TSD) n3BecTHO M U3y4eHO Yy Yeperiax, KpoKo-
JIUJIOB U pSiia BUAOB SILIEPULL, HO He HAliAeHO Y 3MEIA.
IIpenrmonararoT, 4TO TaKOil MEXaHU3M OIIpEIEIICHUS
IoJia UMeET afallTUBHOE 3HAYCHHE.

B niepuon paHHero pa3BUTHUS TOHAIBI €€ TTUTEIIN -
aJibHbIC KJIETKU pa3aeieHbl U OObEIUHSIIOTCS B 31~
JIIepMaJbHYIO IIOJIOCKY ME3eHXMMBbI Me3oHedpoca.
Jlanee B TeueHMe TaK HA36IBAEMOTO “TeMIIepaTypHO-3a-
BHCHMOTIO Mepuoaa” Takasl I0JIocKa 00pa3yeT CeMeH-
HBIC KaHaJIbLbI C 30UTeIeM, KileTkamu CepToiiv Wi
npobenramMu ¢ IUIOCKOKJIETOYHBIM 3IuTeaeM. Mexa-
HU3M OIpeesIeHYsI T1oJ1a o 3TOMY THUITY He siceH. Ode-
BUIHO, OH OOHApYKMBaeTCs y BUOOB ¢ HemnuddepeH-
LIMPOBAaHHBIMU I10JIOBBIMU XpoMocoMmaMu. Ilepexon ot
TeMrepaTypbl, MpyU KOTOpOi (OPMUPYIOTCS CaMKU
(FPT), x Ttemmieparype, IIpu KOTOPOii (hOpMUPYIOTCS
camiiel (MPT), ocyliecTisieTcs yepe3 TeMreparypHO-
qyBCTBUTENIbHBIN Tiepuon (TSP), yepe3 Tak Ha3bIBae-
Moe “OKHO Bo3MmoxkHocTel” [40—42]. B aToT mepuon
roHaga OCTaeTcsi OMMOTECHIIMAIbHOM, HO BHE 3TOIO
reproja roHaaa HadYMHAET pa3BUBATbCSl B ompele-
JICHHOM HaIIpaBJIeHUU U U3MEHUTD I10JI YK€ HEeJIb3s.
YV HEeKOTOpBIX BUIOB PENTWIMI MOJ HE SIBISIECTCSI
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(¢uKCHUpPOBaHHBIM Ha BCIO XXKM3Hb, 1 IEepBOHAYAIb-
HBII IT0J1 MOKET U3MEHUTHCS [42].

Y penTunuii cyliecTByeT “OTKphbiTasi” mporpaMmma
ornpeaenaeHus nona. CyuTaeTcsl, YTo B 3TOM cliydyae
T1OJ1 3aBUCUT OT COOTHOIIEHMSI SCTPOT€HOB U aHApPOTe-
HOB B Ilepuof nuddepeHanny roHaa. TemmepaTypa
WHKYOAllMM MOXeT U3MEHUTh aKTHUBHOCTb T€HOB, KO-
JIUPYIOIIMX apoMarasy, PelenTop 3CTporeHa u peayk-
Ta3y. Pa3Hble TAKCOHOMMYECKUE TPYIIbl PENTUINI
MMEIOT pa3Hble MEXaHU3MbI peTyJIupoBaHus rmoya. K
TeMmIlepaType UHKYOallM1 MOXET ObITh UyBCTBUTEb-
HOI BKcIpeccusi TeHOB sox9 1 dax 1 (MpecHOBOMTHbBIE
yepenaxu — Emydidae) u reHoB sox9, sfl u wtl (cy-
XOITyTHBIe dyepenaxu — Testudinidae). Jdmxs muccu-
curickoro amnnuratopa Alligator mississippiensis,
KpacHoyxoi1 yepenaxu Trachemys scripta i OJTUBKOBOI
pumien Lepidochelys olivacea ypoBeHb SKCIIpeCCUU TeHa
dmrtl BbIllIE BO BpeMsl MHKyOallMuM 3MOPHUOHOB IIpU
TeMrepaType, KoTopasi CHOCOOCTBYET MOSIBIICHUIO CaM-
1IOB. Y KpacHOYyXOl ueperaxu OOJibllIoe KOJUYECTBO
MPOAYKTa XPOMATUH-MOIU(DULIMPYIOIIEro TeHa kdmo6b
(lysine-specific demethylase 6B), koTopoe HaGmomaeT-
cs TIpY TeMrepaType, 0J1aronpusTHON 1Sl MOSIBJIEHUS
CaMIIOB, aKTUBUPYET IKCIIPeCCHUIo dmrtl, a CHIDKeHUE
€ro BKCIpeccur OJaronpusTCTBYyeT IOSIBJICHUIO ca-
MOK. OTOT (hDeHOMEH CBsI3aH C TPUMETUJIMPOBAHEM
su3uHa 27 B ructoHe 3 (H3K27). BDta mogudukanms
penpeccupyeT MPOMOTOPHYIO aKTUBHOCTb reHa dmirt .
I'en kdmo6b saBnsercsa diieHoM ceMeiicTBa TeHOB Ju-
monji, KOTOpbI€ Y PENTUINI BOBJICYEHBI B 1€TEPMU-
Haiuo nosia. OauH Takoii TeH cirbp (MHAYLpYyeMblit
xononoM PHK-cBs3pIBaromuii 6€10K), KOZUPYylo-
Ui TemrieparypHo-uHayupyemblit PHK-cBs3bI-
Baroluii 610K ¢ pyHKuueii crabmmm3annu MPHK u
PETYJISIIUY TPAHCSILUM, OTIMCAaH Yy KaliMaHOBOM ye-
penaxu Chelydra serpentina. Ero skcrpeccusi BIusieT
Ha JeTepMUHALIMIO Mojia Y 9MOPMOHOB, pa3BUBalO-
IIUXCS B COOTBETCTBYIOIIEM TeMIEPaTyPHOM PEXU-
Me [43].

V 34 BUIOB penTUInii ¢ TeMOepaTypHbIM U TeHE-
TUYECKUM MEXaHM3MaMM OIpeIe/icHUs IIojia yaa-
JIOCh OOHAPYXXUTH pa3INyMs B CTPYKType reHa dmrtl.
N3mMeHeHUsT oOHapyXeHBI B I10OCJIeAOBATEIbHOCTU
9K30Ha 2, BOMM3um DM-cBsa3bIBaloliero joMeHa. Y
BUIOB C TEMIIEPATYPHBIM OIPEACICHUEM I10J1a B TIOJIO0-
KeHUM 54 aMUHOKWCJIOTHOM MOC/eNoBaTeIbHOCTU
DMRT1 Bcrpevaercs TpeoHuH (T54), a cepuH — B I10-
noxeHuu 57 (S57). B To ke BpeMsI y BUIIOB C TEHETH -
YEeCKUM MEXaHW3MOM OIpeeeHUs Moja CEpUH Ha-
OJrroaeTcs He TOJABKO B TOJIOXKeHWH 57, HO U B 54
(S54—S57). D10 mepBoe omMcaHNE MOJIEKYJISIPHBIX
pasinynii B KOHKPETHOM TeHe ¢ U3MEHEHMEeM Mexa-
HU3Ma oIlpeacseHus 1moja [43].

EcTb TOIBKO OOHO COO0IIeHe 00 MHBEPCUH T10J1a
Yy PENTUINNA B TUKOM TIpupoje (aBCTpaauiickas 00-
ponatasi arama Pogona vitticeps) U WCIIOJIb30BaHUU
KMBOTHBIX C THBEPTUPOBAHHEIM ITOJIOM, YTOOBI 9KC-
MEepPUMEHTAIBHO BBI3BIBATHL OBICTPBINA Tepexon OT

GSD x ESD [10]. B aToM ciydae KOHTpOIUPYyEMOE
craprMBaHNE HOPMAJIbHBIX CaMIIOB C CaMKaMU C Tie-
PEMEHHBIM TTOJIOM JAET KU3HECITOCOOHOE U TUIOMNO-
BUTOE MOTOMCTBO, (PEHOTUINIMYECKU MOJ KOTOPOTO
OMpPENENSIETCS UCKIIOYUTEIBHO C ITOMOIIBIO MeXa-
Husma TSD. Ilpu 3ToMm nosioBast xpomocoma W uc-
KJIIOUeHa yXKe B MepBOM TOKoJeHUU. OJHOMOMEHT-
HO€ MOSIBJIEHUE TTOTOMCTBA C YyBCTBUTEJIBHOCTBIO K
TeMIiepaType 1 HabOpOM MOJIOBBIX XpOMOCOM ZZ. TIo-
Ka3bIBAE€T HOBYIO KJIMMAT-UHAYLIMPOBAHHYIO NETEPMU-
HalIMIO ToJ1a /1 ObICTPOTO Mepexoia MEXy FeHeThYe-
CKOM M TeMIepaTypHO-3aBUCUMOM JI€TEPMUHALIUEN
oJia ¥ IOMOTaeT aAalTUPOBAThCS K YCIIOBUSIM ObICT-
po MeHsoIerocst kaumara [10].

HMHBEPCHA TTIOJIA Y IITUL

Y nTui, ¥ Opexae BCero y KypHUIlbl, OIMMCaHBI
MHOTOYMCJIEHHbIE TPUMEPHl 3KCHEPUMEHTAIbHOM
WHBEPCUMU T10JIa C TIOMOIIbIO UHBEKIIMI 3CTPOreHa,
WHTMOUTOPOB €ro Merabonu3ma, yaajieHusI TOHaf.
PesynbTaThl TpyAHO MHTEPIIPETUPOBATh B TEPMUHAX
3aKOHOMEpHOCTell JerepMuHanuy nosa. B 6omib-
IIUHCTBE cliydaeB 3(deKT BpeMeHHbIH. ¥ caMOK C
WHBEpPCHUeil ToJla MacCKYJIWMHU3MPOBAH TOJbKO Ipa-
BBl SIMYHUK, a CIIEpMATO30Mbl, Hecylie W-Xxpo-
MocoMy, He opmupytoTcs [44]. Ocoboro BHUMaHUS
3aCIyXKHUBAIOT pe3yJbTaThl SKCIIEPUMEHTOB, B KOTO-
PBIX UCIOJIb30BaJIaCh MUKPOUHDBEKIIMS UHTMOUTOpA
apomarashbl B OTUIONOTBOPEHHOE S0 Ha 4—5-¢€ CyT-
KU MHKybOanuu. B aTnx ciyyasx cooburaercss 06 nH-
BEPCUU TI0J1a C MPEBpaIlleHUEM CaMOK B (DEHOTUITU-
YEeCKMX CaMIIOB C TPaBbIM OBOTECTUCOM U HU3KOM
deptuabHOCcThIO [45—47]. B cepum crareil KUTaiiCKuX
ucciiefoBaTesieil onucaHbl M3MEHEHUsI aKTUBHOCTHU
[JIABHBIX T€HOB JETEPMUHALIMU TI0JIa Y OTBITHBIX XU-
BOTHBIX M UX OCOOBIi TOPMOHAJIbHbBIN 1 BIUTeHETHYE-
ckuii craTyc [48, 49]. JIpyrasi rpy1ia y9eHbIX ITOTydrIa
pe3yJIbTaT, CBUIIETEIbCTBYIOIIUI O TOM, YTO aHOMaJIb-
HOE pa3BUTHE CEMEHHUKOB Yy MHBEPTUPOBAHHBIX IO
TOJTy CAaMOK KYPUIIbI PETYJIUPYETCSI TeHAMU, CBSI3aHHBI-
MU C TOJOM, M IMHHONW Hekomupytomieir PHK
(IncRNA), a Wnt- u TGFB/BMP-curHaibHble TyTH
UrpaloT BaXHyIO posib B nuddepeHInpoBKe ToHad 1
nonaep:XKaHuu ux GyHKunn y Kypuusl [50, 51]. TToka-
3aHO, YTO OOJHOBpEMEHHasi 00padbO0TKa UHTUOUTOPOM
apomara3bl U WHCYJIMHOBBIM (akTopoM pocta 1
OIJIONOTBOPEHHBIX STUII JaXKe Ha 5-€ CYTKU MHKyOa-
LIMM CTOCOOHA MOBJIUSATH HA TIPOLIECC MHBEPCUU MOJ1a
[52]. Ymamock TIpoaeMOHCTPUPOBATh MHBEPCHUIO TT0-
Jla y CaMOK B CaMIIOB IOCJIE UHBbEKIIMU UHTUOUTOpA
apomarasbl B TIEpBbIii IeHb UHKYOAIIU, TUCTOJOT Y-
YECKHM COMPOBOXIaeMblii 6oJiee TTOJTHBIM MpeBpallie-
HHEeM SMYHUKA B CEeMEHHUK [53].

CrepouporeHHble (akToOphl TaKKe BIMSIOT Ha
pa3Butue ToHan y nTul. CpaBHUTEIbHBIM aHaANIU3
IoKa3aJjl, YTO y KypUllbl BaXKHYIO POJIb B reHepaluun
MOAAEPKUBAIOIINX KJIETOK UTParOT KIETKU Hedpo-
reHHoi Me3eHxuMbl (puc. 1, [53]). Ymanoch KocBeH-
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Puc. 1. luddbepeHunainss COMaTUYECKUX KJIETOK TOHA Y SMOPUOHOB MBIIIN U KYPUIIbI C YKa3aHUEM DIaBHBIX 9KCIIPECCUPY-
fo1mxcs reHoB. KiieTku mpoucxXonsit MO0 OT LeJIOMUYECKOTO ITUTENHS, TM00 OT Me3oHedpoca, ¢ pa3IMIHbIM pacripeaeie-
HUEM, 3aBUCSIILIMM OT BUJIA. @ — JIMHUS KJIETOK, IMoJydeHHast oT Mblluu (Mus musculus). KineTku, npoucxoasinye oT LeJoMU-
YECKOTO BMUTENNS, NAIOT JIMHUIO TTOMACPKUBAIOIIMX KJIETOK U IMHUIO CTEPOUAOTEHHBIX M HECTEPOUIOTEHHBIX MHTEPCTULIM -
aJIbHBIX KJIETOK. Me3eHxruMa Me30Hedpoca TakKe 1aeT CTepOUIOTeHHYIO JIMHUIO KJIeTOK (KiieTku Jleiiaura y caM1ioB, KJIETKH
TEKHU y CaMOK). Y CaMOK JIB€ BOJIHBI IMPEAKOBBIX MOIACPKUBAIOIIMX KJIETOK MPOUCXOIST U3 LIEJIOMUYECKOTO SMUTEUS, TeHEe-
pUpyst MeAYJUISIpPHBIC M KOPTUKAJIbHbIE IPaHYJIe3HbIC KJIETKU; 6 — JIMHUS KJIETOK, MoJlydeHHas oT Kypulibl ( Gallus gallus), B KO-
TOPOii MONAEPKUBAIOIIKE U CTEPOUIOTeHHBIE KJIETOUHBIC TMHUY POUCXOIST U3 ME3eHXMMbI Me3oHedpoca. CTepoumoreHHast
KJIETOYHASI JIMHUSI TTOJTyYeHa Yepe3 CTaaAnIo MOJIePKUBAIOLIMX KIETOK. DTOT MPOLIECC BOBJIEKAET MOCIEI0BATEIbHYIO CBEPX-
PeryysiLiMIO CTEPOUAOTSHHBIX TEHOB B YaCTU MOJICPKMBAIOIINX KJIETOK. LleoMuueckuit anuTennii y Kypulibl JaeT HaYaJlo He-
CTEPOMIIOTEHHBIM MHTEPCTUILIMAITBHBIM KJIETKaM (amantrpoBaHo 1o [55]). KypcuBHBIM TaTuHCKUM 1IpUdTOM JaHa abOpeBr-
aTypa reHOB, KOTOPbIE 9KCIPECCUPYIOTCSI B TaHHBIX JIMHUSIX KJIETOK.

HO MPOJIEMOHCTPUPOBATH OILJIOJOTBOPSIIONIYIO CITO-
COOHOCTh CIepMaTO30MA0B, Hecylux W-Xpomoco-
MY, Y UHBEPTUPOBAHHBIX IO MOJY CaMOK KYypPHIIbI
[54—56]. K coxaneHuIo, 10 CUX ITOp HE U3yUEHBI 3a-
BHUCHUMOCTb TMOJIHOTHI MHBEPCUHU T10JIa OT BPEMEHU
WHBEKIIMY UHTUOMTOpa apoMaTa3bl M 3aKOHOMEPHOCTH
¢dbopMUpOBaHMSI CEMEHHMKA BMECTO OBOTECTHCA B Mpa-
Boit roHane. IIpakTuyecku He M3y4eHbl MHBEPTUPO-
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BaHHBIE T10 ITOJTy OCOOM OTHOCUTEIHLHO MX ITOJIOBBIX Xa-
pakTepuCTUK 1 (epTUWILHOCTH, HE MCCIeIOBaHa CTa-
OUILHOCTH ITepeorpeaeieHus mosjia [56—59].

B HemaBHeM ucciaemoBanuu Moppuc u ap. [60]
ornucaai Mop¢hOJIOTUIO U TUCTOJIOTUIO TOHA, a TaK-
Ke DHIOKPUHHBIN ITpodriIb TMHAHIPOMOPGHOI Ky-
puubl. Ha ipaBoii ctopoHe ObUIH KJIETKM caMlia, a Ha
neBoit — caMku. [Toutu Bce kitetku (96 %) Ha ripaBoit
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Puc. 2. MonekynsipHble MEXaHU3MbI J€TePMUHALIMU 10~
JIa y MJIEKOTUTAIOLIUX, Beaylure K ()OpMUPOBAHUIO MO/~

JepXKUBAIOLLMX KJIETOK CAMLIOB WM CaMOK (aJanTupoBa-
Ho 110 [63]).

CTOpPOHE MMeEJIY KapuoTuIl ZZ., a Ha JIEBOIi CTOPOHE
MMeJIach CMECh KJIETOK ¢ KapuoTurnamu ZZ u ZW.
Bbonee Toro, yncio kiaetok ¢ ZW-KapuoTHUIIOM OBLJIO
HaMHOI'O MEHbllIe, YeM ¢ ZZ-KapuOTUIIOM. YMEHb-
IIIEHHBIN TIPOLEHT KJIETOK ¢ KapuoTunoM ZW (23%)
He BJIMSUI Ha TIPOsIBIIeHUE YepT caMKu. OCHOBBIBASICh
Ha 3TUX HaOJIOACHUSIX, ObLIO MPEAIIOI0XEHO, YTO
J1axke HeOOJIbIIOro MPOoLEeHTa KJIeTOK ZW mocTraTou-
HO U1 TToaAepKaHus aud depeHnany mojia B Ha-
npasjieHun caMoK. OJHaKO 3THX KJIETOK HeaocTa-
TOYHO IS UHBEPCUU T10J1a, U pa3IMuHbIe JUMOpP(d-
HBIE OCOOCHHOCTH Y ITOJIOBO3PEIOl OCOOM MOTYT
BO3HUKATh M3-3a pa3Induii B 103€ T€HOB, PACIOJIO-
>KE€HHBIX B Z XxpoMocome [61].

YV 103BOHOYHBIX KMBOTHBIX OMITOTEHIIMAIbHAS TO-
Hazia CIocoOHa K pa3BUTUIO CEMEHHMKA WIN SMYHUKA
MOCPEICTBOM psIla PETYJISITOPHBIX IPeoOpa3oBaHMIA
(puc. 1, [53]). ¥ xypuiibl pa3BUTHE TOHA IIPOUCXOIUT
Ha TPETbU CYTK! SMOPUOHAILHOIO Pa3BUTHS 1 XapaK-
TEpU3YeTCs YTOMIECHUEM 1IeJIOMUYECKOTO IIUTEIINSI,
BEHTpaJIbHOro K Me30Hedpocy. Iucromormyeckas
nuddepeHIanNs TOHAA Y KypHUIIbl IIPOUCXOIUT Ha
6—6.5-if neHb. Y caMOK BHEIIHUII KOPTUKAJIbHBII
CJIOil B JIEBOII TOHAIE YTONIIAETCS W aKKyMYJIUpPYyeT
MOJIOBBIE KJIETKM, a BHYTPEHHsISI Meay/ijla oOpa3yeT
JIAKyHBI, 3all0JJHEHHBIC KUAKOCThIO. I1o3mHee B aM-
opuoreHe3e (15.5-i1 meHb) MHUIIUUPYETCS MEiio3.
OCHOBOI1 MOmIepPXUBAOIIEd KISTOYHON JHMHUM B
CeMEeHHMKax ABJsioTcs KiieTku Cepronu u Jleinura,
a B IMYHMKAX — KJICTKU TpPaHyJIe3bl U TeKU (puc. 2).
O1H KIIeTKN TUdhepeHIUPYIOTCSI U3 KIIETOK Me3eH-
XUMBI. ¥ caMIIOB TOHaJa BO3HUKAET U3 MeIYJIJIbI, 00-
pa3ysd CeMSBBIHOCSIIUI KOpI, OKpYXKalollule ero
npe-CepToiin KIeTKM U ITOSIBJISIOIINECs B TOHamax
MepBUYHBIC TT0I0BBIE K1eTKU. Kitetku npe-Cepronu
CHUHTE3UPYIOT aHTUMIOJJIEPOBCKU ropMoH (AMI),
BBI3BIBAIOIINI perpeccuio MiojijiepoBa IIpPOTOKA.
Knerkm Jleiinura pacnojaralorcss B Me3eHX1MeE, BHE
ceMmsiBeIHOCsIIIero Kopaa. benok DMRT1 cunTte3n-
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pyetcs B nipe-CepTonu u CepToiun-KiaeTKax MeayJlibl
TOHAJI, a TAKXKE MOJOBBIX KJIETKAX CAMIIOB U CAMOK. Y
caMOK OH Tio3Hee ucuesaet. [Ipeamonarator, 4To OH
yJacTByeT B 11 depeHIMaium NepBUYHBIX MOJOBBIX
KJIETOK CaMIlOB B CIIEPMAaTOTOHWM. Y4YacTUe TreHa
dmrt1 B nuddepennuponke INTTK moaTBepkaeHo U y
JIIPYTUX BUAOB MTUIL: Y 3e0pOoBOIi amaauHbl Taeniopy-
gia guttata n 3my Dromaius novaehollandiae. Taxum
obpazoMm, dmrt] paccMaTpuBaeTCsl Kak MIaBHBIN MO-
JIOOTIpee IO TeH, KOTOPhI HEOOXoAUM IS pa3-
BuUTHSI MI1ojiiepoBa rpoTtoka. Llermouyka reHoB, BaxKHBIX
JUUISI CTAHOBJIEHUST CaMIIOB y TITULI, COAEPKUT TTOMUMO
dmrtl Taxxe reHel HEMGN u sox9, akTUBAPYIOIINECS
rnosaHee (COOTBETCTBEHHO Ha 4.5-, 5.5- v 6-i1 nHU UH-
KyOaiyu) 1 NpyuBOASIINE K (POPMUPOBAHUIO TIPU3HA-
KOB camiia [60—62].

Y NTUlL 3CTPOTEH SBJSETCS TNIaBHBIM PETYISITOPOM
pPa3BUTHS SUUHUKOB. DCTPOTeH MOXET BpEMEHHO he-
MMHU3UPOBaTh pa3BUTHUE TOHAM Y caMIIOB. AHTUACT-
poreH (HarpuMmep, TaMoKcugeH) HapylliaeT pa3BUTHE
roHan caMok. MHbeKIMsi MHIMOMTOPOB apoMarasbl
MMPUBOIUT K YaCTUYHOM WMHBEPCUM TI0JIa, U caMKa
craHoBUTcsl “camuioMm”. I'eH apomatasbl (cypl9al)
aKTUBU3MUpYeTCT Ha 6.5-i meHb 3MOPHOHATBLHOTO
pa3BUTHS B TOHAJaxX cCaMOK, HO He caMIloB. Hapyiie-
HUE 3KCIIPECCUM KITIOYEBBIX TeHOB caMIoB (dmrt]l u
s0x9) conpOBOXIAETCsl TTOBBIIIEHHOW aKTUBHOCTHIO
reHOB caMOoK (fox/2 v rspoI). Kak 1y Ipyryx Io3BOHOY-
HBIX, fox[2 cietngudeH Ik SMYHUKOB U cpadaThIBaeT
Ha 5-11 IeHb SMOPUOHATILHOTO Pa3BUTUSI, TIepel Hava-
JIOM pa3BUTHSI SUYHUKOB. bojiee Toro, mpomykThl re-
HOB fox/2 n cyp 19a ] cCOBMECTHO JIOKAJIU3YIOTCS B Me-
nyanasspHoM kopae. [Ipennonaraercss HalMuue aHTa-
rOHM3Ma MexXIy TeHaMu fox/2 u sox9 [60].

I'en dmrtl paccMaTpuBarOT KakK IIABHBINA ITOJI0-
ornpeAesitoluii reH y ntuil. OCHOBHBIM apTyMEHTOM B
MOJIb3Y 3TOM TOUKU 3PEHMST CUMTAETCS MHBEPCUS T10J1a
Yy CaMIIOB MOCJI€ ero “BBIKIIIOYESHUS C MCITOIb30Ba-
HueM PHK-unHTepdepeHum B epBblii JeHb UHKY-
Ganuu [63]. OmHAKO IIPOTUBOPEUYMBBIMUA OKAa3aJIUCh
pe3yIbTaThl AKCIIEPUMEHTOB C TpaHcreHe3oM |60,
64]. Takxe CylIeCTBYET BO3MOKHOCTh MHBEPCUU IO~
Jla caMKHM Ha TMoJI caMmlia MpU BBEIEHUU UHTMOUTOpa
apoMaTtasnbl [45—48, 65, 66]. CToUT yIOMSIHYTb He-
CTaOWJIbHOE TIPEBpaIlleHUE CaMIIOB B CaMOK IOCTe
UHBEKIIMKU 3CTpOreHoB [8, 57]. MoXHO IIpenIroiio-
KWUTb, YTO Y MTHUI] [0 aHAJIOTUU C IPYTUMU TO3BOHOY-
HBIMUM TIEpBUYHOE OIpeAeeHre Mmoya (TMosiBJIeHUe
TOM WJIY MHOM TOHAJIbl) 3aBUCUT OT COJIeP>XKaHUS ICT-
pOTeHOB B diflle B Hadajie sMopuoreHe3a. Ilpucyr-
cTBUe W-XpOMOCOMBI Y CaMOK IIpearoJjaraeT, 4To
CUHTE3 BCTPOTeHOB MHAYLIMPYETCS TeHaMU, pacro-
JIOXKEHHBIMU B 3TOI XpOMOCOME. DTOT IMPOIIecC MO-
>XKeT OBITh CBSI3aH C pSIIOM (DAKTOPOB, BKITIOYAST IJTMH-
Hbele Hekoaupylomue PHK [67, 68]. CnenyeT oT™Me-
T™UTh, 4YTtOo IncPHK-TpaHCcKpunTel HEe KOIMPYIOT
0enku U UMeIoT WIMHY 6osee yeM 200 HyKJIeOTHUIOB.
INpenmnonaraioT, YTO pa3BUTHE CEMEHHUKOB Y CaMIIOB
KYpHIIbl COBMECTHO PETYJIMPYETCS MOJOBBIMU TOPMO-
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Puc. 3. Cxema reHeTHUeCKOIi IeTepMUHALIVY TT0J1a Y Kypullbl (@ U 6). [eHHas ceThb, peryaupylolliasi pa3BUTHe FOHal CaMIIOB U

caMoK. Z, W — MoJIoBble XpOMOCOMBI, Z
koruu reHa DMRT1 (amanitupoBaso 1o [71]).

HaMu (TIpeXae BCETO 3CTpOreHaMM), CBSI3aHHBIMHM C
MOJIOM TeHaMM, JUIMHHbIMU Hekonupyoomumu PHK u
curHatbHbIMU TiyTsiMu Wit u TGFB/BMP. XKenaresb-
HO 00paTuTh BHMMaHMe Ha Hekonupyoomue PHK, nx
CBsI3b ¢ W-XpOMOCOMOI U UX pOJIb B ONpelIeICHUN
noJja nTuibl. CxeMa IIepBUYHOIO OIIpeAcIeHMS 1oJ1a
npencrasieHa B [3].

I'eH dmrt 1 HeoObIYEH TEM, YTO OH DKCIIPECCUPYET-
cs Kak B KiieTkax CepToju, TaK M B ITOJIOBBIX KJIETKaX.
V nmnn oyakumss DMRT1 3akarodaeTcs He B oIpe-
JeJIeHU TEPBUYHOTO TI0Jla, a B COXpaHEHUU YXKe
chOpMUPOBAHHOTO CEMEHHMKA [69].

OcTaHoBUMCSI Ha HEOABHO OITyOJIMKOBAaHHBIX pe-
3yJIbTaTax, MOJYYeHHbIX C UCIOb30BaHUEM PEIaKTU-
POBaHUS T€HOMA KYPUIIbI C LEIbIO0 U3YyYEHMs TIepPBUY-
HOI IeTepMUHALIMU T10J1a Y 3Toro oosekra (puc. 3). C
nomolibio CRISPR/CAS9-MeTona ObLIN MOJIYYEHBI
IIIIK ¢ moBpexxaeHHBIM He(YHKIMOHAIBHBIM I'e-
HOM dmrt]l N ¢ 94eTBIPbMS KJIacCaMU XPOMOCOMHBIX
T€HOTUIIOB B cooTHoureHuu 1 : 1 : 1 : 1. DTo ObUIN
ocobu ZP+ZP*t 7ZP*W, ZP*ZP- y ZP-W (a66peBua-
Typa ZP" 1 ZP~ 03Ha4aeT HOCUTENBCTBO HOPMAJIBHO-
IO U BBIKJIIOYEHHOTO TeHa). DMOpuoHbl ZPTZP~ 06-
Jaganu roHagamMu camok ¢ ES.5 mo E17.5 nHu pa3Bu-
THSI, YTO JEMOHCTPUPYET BAaXKHOCTh ITOTEPU KOIIMU
reHa dmrtly camioB. Takoe pa3BuTHe 3TUxX SMOPHO-
HOB COXpaHSIeTCSI U B BO3pacTe IISITM Henmelb. Mx
TOHaIbI 00/1a0aJI TOJIBKO MaJIeHbKUMM U CPEITHUMU
¢oJUIMKyIaMU M HEe CO3peBajIM MO ACiiCTBUEM TOp-
MOHOB TUIIOTajlaMyca, TUIModr3a WU TpaHyJe3bl,
KaK Y HOpMaJIbHBIX caMoK. HeoxXugaHHo y 3Tux 0co-
Oelf ObUTM OOHAPYKEHBI JIEBBIN M IPaBLIA SMIHUKU.
IlpaBbIii YKOpOUEHHBI, KaK U COOTBETCTBYIOLIUIA
MionnepoB npotok [70].

[Moreps yHKIMOHAIBHO aKTUBHOIO reHa dmrtly
ZP~W-caMOK HE CWIBHO OTPaXaeTcsi Ha OOTeHe3e
SMOPHMOHOB. Y HUX pa3sBUBAETCS JEBBIA SUIHUK C
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— npucytcrBue reHa DMRT1 B xpomocome Z, 2X DMRT1/1%x DMRT1 — nBe/onHa

YTOJIIIIEHHBIM KOPTEKCOM, COJEpXXallUuM TOJIOBbIE
KieTku. OHAKO yXe Yy NMSITUHEeIEIbHbIX 0cobeil He-
BO3MOXHO OOHapyXUTb (hOJIUKYJIbI C OOLUTAMMU.
IIpennomnaraioT, YTo MOBpEXAeHUE reHa dmrtl TIpu-
BOOUT K MOTEPE MOJIOBBIX KJIETOK IOCJIe MPOKIEBbI-
BaHUsI, a caM TeH YYacTBYeT B MOJAepXKaHUM Meio3a.
BeposiTHO 3Kkcmpeccusi IByX KOMUN 3TOrO TeHa y
HOPMaJIbHBIX CaMIIOB MPSIMO UM KOCBEHHO CyTIpec-
cupyercs aktuBHOCThi0o FOXL2. Bbruio mpomeMoH-
CTPUPOBAHO, 4TO y ZP*ZP~-3M6pUOHOB J1eBast TOHA -
Jla pa3BUBAETCS B SUYHUK, & IPU HEJOCTATKE 3CTPO-
reHOB 00€ TOHadbl pa3BUBAIOTCSI B CEMEHHUKM.
binokuposanue scrporeHoB y ZP*W u ZP*ZP-_3m-
OpUOHOB MPUBOAUT K OOpPa30BaHUIO CEMEHHUKOB.
3AT1o mrokassiBaeT, yTo DMRT 1 Heobxommum o ¢pop-
MUPOBaHUsI ceMeHHUKOB U BbikMBaHUs TTITK, Ho He
TpeOyeTcsl ISl TIOSIBJEHUSI SIMYHUKOB. Pasznuuus
MeXIy caMllaMUd U caMKaMM y TITHUIL SIBJISIIOTCS pe-
3yJbTaTOM KOMOWHAILIMM XPOMOCOMHON KOHCTUTY-
UM ¥ TOHAIHBIX TOpMOHOB. [IpenmnosnaraloT Haau-
Yyue y NTULL OCHOBOIIOJaramplieit pojayu aBTOHOMHO
noyjioBoii umaeHTuyHoctu kKiaetok — CASI (Cell
Autonomous Sex Identity) B ycTaHOBJIEHUU CEKCY-
ajibHOro (DEHOTHUIA U MaJioe BJIMSHUE TOPMOHOB Ha
TOJIOBBIE XapaKTepucTuku [71—75].

ITocKoNbKY y NTHUILL CaMKU SIBJISIFOTCSI reTepora-
METHBIMM, T10JI OYIYIIIEeTO ITOKOJIEHUS OIIPeaeIsIeTCs
elle Ha CTaauu IIepBoro ejeHus meito3a. EcTh nipen-
MOJIOXXEHUE, YTO CAaMKU MNTULL CLIOCOOHBI (pU3MOJIOTH-
YeCKM KOHTPOJIMPOBATh COOTHOIICHNE TI0JIOB Yy Oymy-
1IEr0 TOTOMCTBA, HA YPOBHE MEMOTMYECKOIO apaiiBa
[74, 75]. B aTOM mpoliecce onpeneaecHHYO poib MOTYT
UTPaTh IPOMEXKYTOUHBIE ITPOAYKTHI OMOCHHTE3a CTEPO-
WIOB, B TOM YKCJIE ITporectepoH [76—80].

IMocnenHee BpeMsi KOHKYPUPOBAJIH JIBE TUTIOTE3bI
00 oIpeneieHnH 1Toja y nTuil. OgHa U3 3THX TUITOTe3
paccMaTpuBajia YUCIO Z-XpOMOCOM KakK KITIOUEBOM
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¢dakTop omnpeneneHus nojia. Jpyras rurore3a IIpemn-
roJiarajia Haimyre B W-XpoMocoMe KJTIoUeBOro reHa,
KOHTPOJIMPYIOIIETO Pa3BUTHUE IMYHUKOB WY MOIaB-
JISTIONIETO IIOSIBJICHHE CEMEHHUKOB. B Hacrosiee
BpeMsl MOAPOOHO M3YYeH MEXaHM3M WHaKTHBaIlUU
TEHOB Ha KOHIIE JJIMHHOTO IJIeYa XPOMOCOMEI Z Y Ky-
puiisl ¢ momonibio PHK-mHTEpdepeHtnm, KoTophlit
3aIrycKaeTcsl MPUCYTCTBUEM B KapUOTUIIE XPOMOCO-
Mbl W [81]. CHUKeHUe 9KcTipeccuu reHa dmrtl in ovo
B pesynbrate PHK-mHTEepdepeHtimm npuBoaunT K ¢e-
MUHU3ALUU SMOPUOHAIBHBIX TTOJIOBBIX XKEJIe3 y Te-
HEeTUYeCKUX camioB (ZZ). B dbemuHu3MpoBaHHON
JIEBOI TOHAIe HAOIIOOAETCS CHUKEHHE DKCIPECCUU
reHa sox9 v yBeJlnueHUe 3Kcrnpeccuu reHa cypl9al
(reH apoMatasbl). OTO HaOJIOAEeHUE TTOATBEPXKIAeT
TUITOTE3Y O HAIMYMHU J030BOI KOMIIEHCAIIMU C yda-
cTueM reHa dmrtl. B dbeMUHU3MPOBAaHHON MpaBoOit
TOHaJle 9KCIPECCHsI COOTBETCTBYIOLIUX T€HOB ApYrasi.
3AT10 yKa3eBaeT Ha TP depeHIINaTbHYIO YYBCTBUTETb-
HOCTB K BoszaeiicTBrio 6enka DMRT1 B neBoii u mmpa-
Boi1 roHanax. ITojoBble KieTku B (heMUHU3UPOBAHHBIX
TOHaAaX pacIpene/sIIoTCs KaK B SIMYHUKaX. Pe3yibra-
ThI 3TOT'0 IKCIIEPUMEHTA YKa3bIBalOT Ha 0COOYIO POJib
reHa dmrtl B pa3BUTUU CEMEHHUKOB, HO TIPU 3TOM
OTCYTCTBYIOT YeTKHME AOKa3aTeJIbCTBA TOrO, YTO 3TOT
TeH KOHTPOJIUPYET IMEPBUYHYIO AETEPMUHAIIMIO I10J1a
[77]. B HEKOTOpBIE CXeMbI TEHETUYECKOTO KOHTPOJISI
ompeeNeHUs IToJIa y ITULL 100aBIeHEI SIIMTeHEeTUYe -
CKMe MEXaHU3MEI [63, 82—84].

W-xpoMocoMa KypHlibl UMEeT IJTMHY 0Kosio 7.08 M6
M COZIEPXKUT BCeTo 28 TeHOB. DBOJIIOLMOHHO 3Ta XPO-
MocoMa MpeTepIrieia OOIMpPHYIO Aerpagalunio 1 Ha-
KOIUICHHE ITOBTOPSIONINXCS HYKJICOTUIHBIX OJIOKOB
JHK. bbeuio mokasaHo, 4YTO MCUYE€3HOBEHHE T€HOB,
crieUPpUUYHBIX 1711 W-XpOMOCOMBI, HE SIBJSETCS
CJIy9aliHBIM, W BBICKA3aHO IIPEAIIOJIOXKEHIE, UTO CO-
XpaHeHHe HEKOTOPHIX I'€HOB CBSI3aHO C TEM, 4TO
W-xpoMocoMa HaXOAUTCS MO BHICOKMM 3BOJIIOIIM-
OHHBIM JaBJICHUEM M3-3a OTCYTCTBUSI pPeKOMOMHA-
muu. Bce reHbl, KoTophle coxpaHeHbI B W-XpOMOCO-
M€, UMEIOT TOMOJIOTOB B Z-XpPOMOCOME 1 OTHOCSITCS
K KaTeropuu J0303aBUCHUMBIX T€HOB, YyBCTBUTEIb-
HBIX K CHIDKEHMIO 103bl. HM oovH 13 3THX Te€HOB He
UMeeT 3HaYeHUS 111 g depeHIIMPOBKA U AeTEPMU-
Hauuu mona [84—87]. IlpumeuarenbHO, YTO cCaMble
pacIpocTpaHeHHbIE 1 CIIEIN(PUIHBIE 1711 Hee IIOBTOPBI
Xhol, EcoRI, Sspl u HenaBHO onucaHHble (GGAAA),-
MOCeNOBATEIbHOCTH TNIOTHO YIAaKOBAHbI B XPOMO-
MEpBI 1 HE TPAaHCKPUOUPYIOTCSI Ha CTaINK JTJAMIIOBBIX
meToK. bruio mokazaHo, uro Xhol, EcoRI1 u Sspl He
UMEIOT KaKWUX-JIU0O 3HAYMTEIbHBIX pa3Iudui y
npeacraBurencii orpsinoB Kypoo0Opa3HbIX, AMCTO00-
pa3HBIX 1 BopoOosnHO00Opa3HbIX. ITonck ocoboii po-
JI1 W-XpOMOCOMHBIX TEHOB B IETEpMUHAIIUU CEMEH-
HUKOB U SIMYHUKOB TpoaorkaeTcs [86]. B HemaBHO
OIyOJIMKOBAaHHOI paboTe KUTaliCKNE NCCIIeTOBATEIN
cpaBHUBaIU W-XpOMOCOMBI 27 BUIOB ITUL, CPEOU
KOTOpBIX ObUIM IpeacTtaBuTenu BopoObuHOOOpa3-
HBIX, KypooOpasHbIX M Tpynnbl JIpeBHEHEOHBIX.

CMMUPHOB u np.

Wmut 011 0OHapy>KeH 3HAYUTEIBHBIN KOHCEPBATU3M
JaHHOM XPOMOCOMBI, HECMOTPSI Ha T€HETUYECKYIO
OTIAJIECHHOCTh MCCIEIOBAHHBIX BUIOB, 1 OTCYTCTBUE
TeHOB, cneMPUIHEIX M1 camok [88]. Takxke mmm
OblIa McciienoBaHa M3MeHUYMBOCThL 0jiokoB JJTHK n3
ammuindukoHa reHa hintW xpomocoMbl W y yTKU U
KypHUILBbL. Y YTKH ObLT OOHApyXKeH KOHCEePBaTU3M KO-
JIMYECTBA KOMUI 3TUX aMIUIM(UIIMPOBAHHBIX T€HOB,
a UIST KypuIbl — OIMcaHa MEXIIOpOdHAS M3MEHYM-
BOCTb. ABTOPBI IIPEIIIOJIaraloT HajInm4dre oco0oi poji
aMmIudukau AintW'y Kypuiisl (B OTJIUYME OT YTOK) B
penpoayKIINMK caMOK U ooreHese [89]. W-xpomocoMm-
HBII TeH hintW (Takke Ha3biBaeMblIii Asw 1 Wpkcel) cta-
JIM paccMaTpUBaTh B KAYECTBE BasKHEUIIIETO PErysiTO-
pa JeTepMUHALIMU M0JIa Y IITULL, YCUIMBAIOIIETO AKTUB-
HOCTb TeHOB foxI2 wu c¢ypl9al y camoK U
WHTMOUPYIOIIIETO 3KCIIPECCUIO TeHOB sox9 u dmrtl'y
cam110B. OH KOHTPOJUpPYeT 00pa3oBaHKUE TOHATHOTO
KOpTE€KCa — OCHOBBI JUISI IIOSIBJICHUSI CEMEHHUKOB.
HINTW He ToJIbKO KOHTPOJMPYET pa3BUTHE TOHAT,
HO U OTBEYAET 3a ACUMMETPHUIO SUYHUKOB — JIereHe-
paluio IpaBoii TOHAABI. DTOT I'eH UMeeT Z-XpOMO-
COMHBII TOMOJIOT AintZ U B OTJIMYUE OT ITOCJIEIHETO
He o0JlamaeT TUCTUIMHOBOW TpUAZOM M CIIOCOOHO-
CTBIO CBSI3BIBATh ameHO3MHMoOHOodochar (AMD) ¢
Ju3uHoM [90, 91]. HeobGxoaumMo conocTaBiaeHUE yda-
CTHUS B Ipoliecce AeTepMUHALUY I10JIa U APYTUX IT0-
JIOOIIPENEeIISIIOIIMX TeHOB, Takux Kak JUN, smad2,
UBEZ2I [92]. TlpuBnekaeT BHUMaHuEe U (peHOMEH MO~
JIOOTPaHMYEHHBIX XpPOMOCOM y meBYmMx nrtuil [92].
PaccmarpuBaeTcst BO3MOXHOCTD BIAUSTHUS CIIELIN (-
YeCKUX F€HOB 3TOM XpOMOCOMBI Ha €€ KOHIEHCaIIO
o aHajoruu ¢ Bkm-moBTopaMu HEKOTOPHIX 3MeEid
[44, 93].

PaccMoTpeHHBIe TaHHbIE MOCTYKAT 1JIs UHTerpa-
IIUU CXeM JeTepPMUHAIINHY TT0JIa Y TITUIL M adaIlTallin
HanboJjee MprueMJIeMOI TUTIOTe3bl MHBEPCHUU TIOJIA Y
KyPUIIbI K MPAKTUYECKOMY HCITOJIb30BaHMUIO.

SAKJIIOYEHHME

EctecTBeHHast MHBEepcHUs TI0Jia Y TO3BOHOYHBIX
JKMBOTHBIX — JIOBOJIBHO penkoe siBjieHue. Yaiie Bce-
ro OHa BCTpeuaeTcst y pbI0 (Bcero 2% 13 Bcex U3ydeH-
HBIX BUIOB) [22], pexxe — y aMmpuOuii U penTuinii u
He HaOJirogaeTcsl B HOpMe Yy TITULL U MJIEKOIMUTAI0-
mux. PasHeie cirydan mHBepCHY 1T0J1a OBITN OTTMCAHBI
U U3y4YeHBbl y uenoBeka [20], Bce OHU SIBJISTIOTCS TTaTO-
Jiorueii pa3putus. Penkue ciyyau nonoOHoOi MHBEP-
CUU T10JIa BBISIBJSIOTCS B IPUPOJE Y NTUIL U MJIEKO-
MUTAIOIIMX, HO TakKkue ocobu, KakKk IpaBWiIo, He
OCTaBJISIIOT MOTOMCTBa. BO3MOXXHO, 3BOTIOLIMOHHbI
KOHCEPBATU3M psia TOJOONPEALSIONIMX TeHOB Y
MMO3BOHOYHBIX XXKMBOTHBIX HE MOMIECPKUBAET pPa3BU-
THE €CTECTBEHHOI MHBEPCUM MoJjia U 3TOT MpPOILece
HE TOJIy4YUJI TIPEMMYIIIECTBA B 9BOIIOIIMU. MI3yueHue
€CTECTBEHHOII UHBEPCUM MOJa JAJIEKO OT 3aBeplie-
Hus. [IpolieHT M3ydyeHHBIX BUIOB B 3TOM acIleKTe
HU30K [93—95].
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HccnenpoBanus B 1a00paTOPHBIX YCIOBUSIX ITOKa-
3aJid, YTO MOXHO BBI3BaTb MCKYCCTBEHHYIO MHBEp-
CMIO TT0JIa y NITULL, HAIIpUMEpP Yy JTOMaIllHEil KypUIIbL.
[NomyyeHHBIE pe3ynbTaThl B TAKUX HCCICIOBAHUIX,
0€e3yCI0BHO, BHEC/IU CYIIECTBEHHBIM BKJIa/l B IIOHU-
MaHUNe Npo0JIeMbl IEPBUYHOI e TEpMUHALIMM 110J1a Y
IITULL, OCOOEHHO OTHOCUTEILHO Pa3HOILJIAHOBOI PO-
mu DMRTI. AcnexTbl, CBsI3aHHBIE C B3auMMOICHi-
CTBHEM TIOJIOOIIPEACIISIOIINX T€HOB U CTEPOUIOB,
TOJILKO 3aTpOoHyThl. HeoOxomuMbl najpbHEHUIMe 1C-
cJIelIoOBaHUSI M CO3JaHME BCEOOBEMJIIOIIECH CXEeMBbI
B3aMMOJCUCTBUII KacKaaa ITOJIOOIIPEACSIISIOIINX Te-
HOB, IIOJIOBBIX TOPMOHOB U OPYTUX YYaCTHUKOB Ie-
TepMHUHALIMU U TudGepeHInPOBKY nojia. M3ydyeHue
MEXaHU3MOB ASTePMHUHALMU U CJIydyaeB WHBEPCUU
10J1a Y II0O3BOHOYHBIX HEJIB35I pacCMaTpUBaTh KakK 3a-
BEpIIIEHHOE, TPEOYIOTCSI YTOUHEHME W HaKOIUICHUE
OoJiee ornpeaeleHHbIX pe3yabTaToB [71—75].

B03MOXHOCTh MHBEPTUPOBAHUS I10JIa Y KYPUIIbI
MOXKET ITOMOYb PEIINTh SKOHOMUYECKYIO IPOOJIeMY.
Heob6xonumo TIpoBOAUTHL MCCIIEIOBAHUS 10 MHBEP-
TUPOBAHUIO I10J1a U B Aejie CIIaCEHUSI BUIOB, HAXOISI -
IIMXCS Ha TpPaHM MCYE3HOBEHMSsI, KOTma CYeT OCTaB-
IIMXCSI oco0eil M3MepsieTcsl eNUMHUIIAMU, a TaKkKe
MIPOJOJKATh MCCICAOBAaHMUS €CTECTBEHHOII WHBEP-
CHUM TI0JIa Y APYTUX BUIOB, IJISI KOTOPBIX MOXET OBITh
XapakKTepHBIM 3TO sIBJIeHHWE. BpUIo ObI MHTEPECHO
IIPOBEPUTh HaIW4Me/OTCYTCTBME WHBEPTUPOBAHUS
11ojia Y BUAOB, OOUTAIOIINX B 9KCTPEMaJIbHBIX YCIIO-
BUSIX (TOpBI, IYCTHIHW), BUIOB, MMEIOIIUX Y3KUMA
apeas 1 HU3KYI0 YUCJIEHHOCTh. XOTeJIOCh OBl TIOHSITh
SBOJIIOLIMOHHOE 3HaUeHWEe MHBEPCUM II0JIa IJIsI I10-
3BOHOYHBIX, IIOYEMY 3TO SIBJICHUE HE TTOJTYyYMIO 3BO-
JIIOLIMOHHOTIO TIPEUMYIIECTBA U II0OYEMY Y OTHUX BU-
JIOB 3TO HOpMaJbHOE SIBJICHUE, a Y IPYTUX — TOJBKO
natoJiorus. B aToii cBsI31 HY>KHO JaJIbllle IPOBOIUTH
M3Y4eHHE MOJIEKYJISIDHBIX MEXaHM3MOB WHBEPCUU
oJja, ee CBS3b C AeTepMuHaLmeil. MuBepcus moja —
WHTEPECHOE SIBJICHHUE B MUPE ITO3BOHOYHBIX KUBOT-
HBIX U €€ U3y4YeHME MOXET IMPUBECTU K HOBBIM OT-
KPBITUSIM.

HccnenoBanne BHINIONIHEHO IIpU (UHAHCOBOI
nopaepxke POPPU B pamMkax HaydyHOIO HpPOEKTa
Ne 20-14-50268, “Oxcmancus” (The reported study
was funded by RFBR, project number 20-14-50268).

Hacrosas cratbs He COOCPXKUT KaKuX-J11bo uc-
cJIelIOBaHUI C UCITOJIb30BAaHMEM B KaueCTBE O0ObEKTa
2KMBOTHBIX.

Hacrosiiast craTthsl He COAEPKUT KaKUX-IU00 UC-
cJIeIOBaHUI1 ¢ ydacTHEM B Ka4eCTBe OObEeKTa JIIOMIEH.

ABTOpr 3a4BJIAIOT, YTO Y HUX HET KOHq)J'H/IKTa NH-
TEPECOB.

CIITMCOK JTUTEPATYPHI

1. Smirnov A.F, Trukhina A.V. Specific features of sex de-
termination in birds on the example of Gallus gallus do-
mesticus // Gene Expression and Phenotypic Traits.

TEHETUKA TtomM 58 Ne 6 2022

10.

11.

12.

13.

14.

15.

16.

17.

623

UK: IntechOpen Limited, 2020. P. 338—481.
https://doi.org/10.5772/intechopen.91178

Cox R.M. Sex steroids as mediators of phenotypic inte-
gration, genetic correlations, and evolutionary transi-
tions // Mol. Cell. Endocrinol. 2019. V. 502. P. 110668.
https://doi.org/10.1016/j.mce.2019.110668

Weber C., Capel B. Sex reversal // Curr. Biol. 2018.
V. 28. Ne 21. P. R1234—R1236.
https://doi.org/10.1016/j.cub.2018.09.04

Wilhelm D., Palmer S.J., Koopman P. Sex determination
and gonadal development in mammals // Physiol. Rev.
2007. V. 87. Ne 1. P. 1-28.
https://doi.org/10.1152/physrev.00009.2006

Wilhelm D., Pask A.J. Genetic mechanisms of sex de-
termination // Encyclopedia of Reproduction. Elsevier
Inc.: Acad. Press, 2018. V. 3. P. 245—-248.

https://doi.org/10.1016/B978-0-12-801238-3.64460-4

. Ni M., Feretzaki M., Sun S. et al. Sex in fungi // Annu.

Rev. Genet. 2011. V. 45. P. 405—430.
https://doi.org/10.1146/annurev-genet-110410-132536

Smirnov A.E, Trukhina A.V. Molecular-Genetic Mech-
anisms of Sex Determination in Animals. USA: Sci.
Res. Publ., Inc., 2017. P. 162. ISBN: 978-1-61896-390-1.

Tagirov M.T. Sex determination and control mecha-
nisms in birds // Biotechnologia Acta. 2013. V. 6. Ne 1.
P. 62-72.

https://doi.org/10.15407 /biotech6.01.062

Bull J.J. Evolution of environmental sex determination
from genotypic sex determination // Heredity. 1981.
V.47. Ne 2. P. 173—184.

Holleley C.E., O’Meally D., Sarre S.D. et al. Sex reversal
triggers the rapid transition from genetic to tempera-
ture-dependent sex // Nature. 2015. V. 523. Ne 7558.
P. 79-82.

https://doi.org/10.1038 /nature 14574

Pennell M.W., Mank J.E., Peichel C.L. Transitions in
sex determination and sex chromosomes across verte-
brate species // Mol. Ecol. 2018. V. 27. Ne 19. P. 3950—
3963.

https://doi.org/10.1111 /mec.14540

Nakamura M. 1Is a sex-determining gene(s) necessary
for sex-determination in amphibians? Steroid hor-
mones may be the key factor // Sex. Dev. 2013. V. 7.
Ne 1-3. P. 104—114.
https://doi.org/10.1159/000339661

Ma W.-J., Veltsos P. The diversity and evolution of sex
chromosomes in frogs // Genes. 2021. V. 12. P. 483.
https://doi.org/10.3390/genes12040483

Miura 1. Sex determination and sex chromosomes in
amphibian // Sex. Dev. 2017. V. 11. Ne 5—6. P. 298—
306.

https://doi.org/10.1159/000485270

Wallace H., Badawy G.M.I., Wallace B.M.N. Amphibi-
an sex determination and sex reversal // Cell. Mol. Life
Sci. 1999. V. 55. P. 901-909.
https://doi.org/1420-682X:99:070901-09

Eggert C. Sex determination: the amphibian models //
Reprod. Nutr. Dev. 2004. V. 44. P. 539—549.
https://doi.org/10.1051/rnd:2004062

Keating S.E., Blumer M., Grismer L.L. et al. Sex chro-
mosome turnover in bent-toed geckos (Cyrtodactylus) //



624

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

CMMUPHOB u np.

Genes. 2021. V. 12. P. 116.
https://doi.org/10.3390/genes12010116

Rovatsos M., Vukic¢ J., Mrugata A. et al. Little evidence
for switches to environmental sex determination and
turnover of sex chromosomes in lacertid lizards // Sci.
Rep. 2019. V. 9. P. 7832.
https://doi.org/10.1038/s41598-019-44192-5

IIpokonves 4.B., Anmponosa E.IO., Maszumosa M.HU.,
Karouapoe H.B. XX-tecTukynsipHas ¢hopMa Hapylie-
HUS (opMUpOBaHUS ToJ1a: penkasi hopMa MyKCKOTo
6ecrionus. Kimnuueckoe Haobmopenue // PM2K.
2019. Ne 11. C. 26-28.

Ogino Y., Tohyama S., Kohno S. et al. Functional dis-
tinctions associated with the diversity of sex steroid hor-
mone receptors ESR and AR // J. Steroid Biochem. Mol.
Biol. 2018. V. 184. P. 38—46.
https://doi.org/10.1016/j.jsbmb.2018.06.002

Rajendiran P, Jaafar FE, Kar S. et al. Sex determination
and differentiation in teleost: roles of genetics, environ-
ment, and brain // Biology (Basel). 2021. V. 10. P. 973.
https://doi.org/10.3390/biology 10100973

Nakamura M., Kobayashi T., Chang X.-T., Nagahama Y.
Gonadal sex differentiation in teleost fish // J. Exp.
Zool. 1998. V. 281. P. 362—372.
https://doi.org/10.1002/(SICI)1097-010X(19980801)-
281:5<362::AID-JEZ3>3.0.CO;2-M

Yamamoto Y., Hattori R.S., Patifio R., Striissmann C.A.
Environmental regulation of sex determination in fishes:
insights from Atheriniformes // Curr. Top. Dev. Biol.
2019. V. 134. P. 49—69.
https://doi.org/10.1016/bs.ctdb.2019.02.003

Camerino G., Parma P., Radi O., Valentini S. Sex deter-
mination and sex reversal // Curr. Opin. Genet. Dev.
2006. V. 16. Ne 3. P. 289—292.
https://doi.org/10.1016/j.gde.2006.04.014

Guerrero-Estévez S., Moreno-Mendoza N. Sexual deter-
mination and differentiation in teleost fish // Rev. Fish
Biol. Fish. 2009. V. 20. Ne 1. P. 101—121.
https://doi.org/10.1007 /s11160-009-9123-4

Hattori R.S., Striissmann C.A., Fernandino J. et al. Ge-
notypic sex determination in teleosts: insights from the
testis-determining amhy gene // Gen. Comp. Endocri-
nol. 2013. V. 192. P. 55-59.
https://doi.org/10.1016/j.ygcen.2013.03.019

Kobayashi Y., Nagahama Y., Nakamura M. Diversity
and plasticity of sex determination and differentiation
in fishes // Sex. Dev. 2012. V. 7. Ne 1-3. P. 115—125.
https://doi.org/10.1159/000342009

Baroiller J.F., D’Cotta H., Saillant E. Environmental ef-
fects on fish sex determination and differentiation //
Sex. Dev. 2009. V. 3. Ne 2—3. P. 118—135.
https://doi.org/10.1159/000223077

Devlin R.H., Nagahama Y. Sex determination and sex
differentiation in fish: an over-view of genetic, physio-
logical, and environmental influences // Aquaculture.
2002. V. 208. Ne 3—4. P. 191-364.
https://doi.org/10.1016/S0044-8486(02)00057-1

Striissmann C.A., Nakamura M. Morphology, endocri-
nology, and environmental modulation of gonadal sex
differentiation in teleost fishes // Fish Physiol. Bio-
chem. 2002. V. 26. P. 13—29.
https://doi.org/10.1023/A:1023343023556

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

Mustapha U.F, Huang Y., Huang Y.-Q. et al. Gonadal
development and molecular analysis revealed the criti-
cal window for sex differentiation, and E2 reversibility
of XY-male spotted scat, Scatophagus argus // Aquacul-
ture. 2021. V. 544. Article 737147.
https://doi.org/10.1016/j.aquaculture.2021.737147

Hsiao C.-D., Tsai H.-J. Transgenic zebrafish with fluo-
rescent germ cell: A useful tool to visualize germ cell
proliferation and juvenile hermaphroditism in vivo //
Dev. Biol. 2003. V. 262. P. 313—323.
https://doi.org/10.1016/S0012-1606(03)00402-0

Wu G.-C., Chang C.-F. Primary males guide the fe-
maleness through the regulation of testicular Dmrtl
and ovarian Cypl9ala in protandrous black porgy //
Gen. Comp. Endocrinol. 2018. V. 261. P. 198—202.
https://doi.org/10.1016/j.ygcen.2017.01.033

Tang Y., Chen J.-Y., Ding G.-H., Lin Z.- H. Analyzing the
gonadal transcriptome of the frog Hoplobatrachus rugulo-
sus to identify genes involved in sex development // BMC
Genomics. 2021. V. 22. P. 552.
https://doi.org/10.1186/s12864-021-07879-6

Mendoza-Cruz E., Moreno-Mendoza N., Zambrano L.,
Villagrdn-SantaCruz M. Development and gonadal sex
differentiation in the neotenic urodele: Ambystoma
mexicanum // Zoomorphology. 2017. V. 136. P. 497—
509.

https://doi.org/10.1007 /s00435-017-0361-z

Lambert M.R., Tran T., Kilian A. et al. Molecular evi-
dence for sex reversal in wild populations of green frogs
(Rana clamitans) // Peer]. 2019. V. 7. P. ¢6449.
https://doi.org/10.7717 /peerj.6449

Flament S. Sex reversal in amphibians // Sex. Dev.
2016. V. 10. Ne 5—6. P. 267—278.
https://doi.org/10.1159/000448797

Oike A., Kodama M., Yasumasu S. et al. Participation of
androgen and its receptor in sex determination of an
amphibian species // PLoS One. 2017. V. 12. Ne 6.
P. ¢0178067.

https://doi.org/10.1371 /journal.pone.0178067

Roco A.S., Ruiz-Garcia A., Bullejos M. Testis develop-
ment and differentiation in amphibians // Genes. 2021.
V. 12. P. 578.

https://doi.org/10.3390/genes12040578

Valenzuela N., Badenhorst D., Montiel E.E., Literman R.
Molecular cytogenetic search for cryptic sex chromo-
somes in painted turtles Chrysemys picta // Cytogenet.
Genome Res. 2014. V. 144. Ne 1. P. 39—46.
https://doi.org/10.1159/000366076

Pieau C., Dorizzi M., Richard-Mercier N. Temperature-
dependent sex determination and gonadal differentia-
tion in reptiles // Genes and Mechanisms in Vertebrate
Sex Determination / Eds Scherer G., Schmid M. Swit-
zerland: Birkhauser Verlag Basel, 2001. P. 117—141.

Merchant-Larios H., Diaz- Herndndez V. Environmental
sex determination mechanisms in reptiles // Sex. Dev.
2012. V. 7. Ne 1-3. P. 95—103.
https://doi.org/10.1159/000341936

Georges A., Holleley C.E. How does temperature deter-
mine sex? // Science. 2018. V. 360. Ne 6389. P. 601—602.
https://doi.org/10.1126/science.aat5993

FTEHETUKA TtomM 58 Ne 6 2022



44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

ECTECTBEHHAA U SKCITEPUMEHTAJIbHAA MHBEPCHUA TTOJIA

Glersberg M. F., Kemper N. Rearing male layer chickens:
A German perspective // Agriculture. 2018. V. 8. P. 176.
https://doi.org/10.3390/agriculture8110176

Singh L., Wadhwa R., Naidu S. et al. Sex- and tissue
specific Bkm (GATA)-binding protein in the germ cells
of heterogametic sex // J. Biol. Chem. 1994. V. 269.
Ne 41. P. 25321—-25327.

Cmuprnos A.D., Tpyxuna A.B. MoneKyIIpHO-TEHETU-
YecKWe MEeXaHWU3MBbl JeTepMUHALIMU TI0JIa Y XXUBOT-
Hbix. CI16: Hecrop-HWcropus, 2016. 168 c.

Elbrecht A., Smith R.G. Aromatase enzyme activity and
sex determination in chickens // Science. 1992. V. 255.
Ne 5043. P. 467—470.
https://doi.org/10.1126/science.1734525

Vaillant S., Guémené D., Dorizzi M. et al. Degree of sex
reversal as related to plasma steroid levels in genetic fe-
male chickens (Gallus domesticus) treated with Fadro-
zole // Mol. Rep. Dev. 2003. V. 65. Ne 4. P. 420—428.
https://doi.org/10.1002/mrd.10318

Fazli N., Hassanabadi A., Mottaghitalab M., Hajati H.
Manipulation of broiler chickens sex differentiation by
in ovo injection of aromatase inhibitors, and garlic and
tomato extracts // Poult. Sci. 2015. V. 94. No 11.
P. 2778—2783.

https://doi.org/10.3382/ps/pev236

Yang X., Zheng J., Na R. et al. Degree of sex differenti-
ation of genetic female chicken treated with different
doses of an aromatase inhibitor // Sex. Dev. 2008. V. 2.
Ne 6. P. 309-315.

https://doi.org/10.1159/000195680

Yang X., Zheng J., Qu L. et al. Methylation status of
cMHM and expression of sex-specific genes in adult
sex-reversed female chickens // Sex. Dev. 2011. V. 5.
Ne 3. P. 147—154.

https://doi.org/10.1159/000327712

Yang X., Deng J., Zheng J. et al. A Window of MHM de-
methylation correlates with key events in gonadal dif-
ferentiation in the chicken // Sex. Dev. 2016. V. 10.
Ne 3. P. 152—158.

https://doi.org/10.1159/000447659

Mohammadrezaei M., Toghyani M., Gheisari A. et al.
Synergistic effect of fadrozole and insulin-like growth
factor-I on female-to-male sex reversal and body
weight of broiler chicks // PLoS One. 2014. V. 9. Ne 7.
P. e103570.

https://doi.org/10.1371 /journal.pone.0103570

Tpyxuna A.B., Jlykuna H.A., Cmupnose A.D. TopMo-
HaJIbHasi UHBEPCUsI TI0Jla U HEKOTOPbIE aCTEKThI €ro

TeHEeTUYeCKOM TeTepMUHAIINN y Kypulibl // TeHeTnka.
2018. T. 54. Ne 9. C. 1047—1056.

Estermann M.A., Major A.T., Smith C.A. Gonadal sex
differentiation: Supporting versus steroidogenic cell
lineage specification in mammals and birds // Front.
Cell Deyv. Biol. 2020. V. 8. Article 616387. P. 1—10.
https://doi.org/10.3389/fcell.2020.616387

Abinawanto, Zhang C., Saito N. et al. 1dentification of
sperm-bearing female-specific chromosome in the sex-
reversed chicken // J. Exp. Zool. 1998. V. 280. Ne 2.
P. 65-72.

TEHETUKA TtomM 58 Ne 6 2022

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

625

https://doi.org/10.1002/(sici) 1097-010x(19980101)28-
0:1<65::aid-jez8>3.0.co;2-f

Takagi S., Ono T., Tsukada A. et al. Fertilization and
blastoderm development of quail oocytes after intracy-
toplasmic injection of chicken sperm bearing the W
chromosome // Poult. Sci. 2007. V. 86. Ne 5. P. 937—
943.

https://doi.org/10.1093/ps/86.5.937

Ellis H.L., Shioda K., Rosenthal N.F. et al. Masculine
epigenetic sex marks of the cypl19al/aromatase pro-
moter in genetically male chicken embryonic gonads
are resistant to estrogen-induced phenotypic sex con-
version // Biol. Reprod. 2012. V. 87. Ne 1. P. 1—12.
https://doi.org/10.1095/biolreprod.112.099747

Major A.T., Smith C.A. Sex reversal in birds // Sex. Dev.
2016. V. 10. P. 288—300.
https://doi.org/10.1159/000448365

Morris K.R., Hirst C.E., Major A.T. et al. Gonadal and
endocrine analysis of a gynandromorphic chicken //
Endocrinology. 2018. V. 159. Ne 10. P. 3492—3502.
https://doi.org/10.1210/en.2018-00553

Estermann M.A., Major A.T., Smith C.A. Genetic regu-
lation of avian testis development // Genes. 2021. V. 12.
P. 1459.

https://doi.org/10.3390/genes12091459

Lambeth L.S., Cummins D.M., Doran T.J. et al. Overex-
pression of aromatase alone is sufficient for ovarian de-
velopment in genetically male chicken embryos //
PLoS One. 2013. V. 8. Ne 6. P. ¢68362.
https://doi.org/10.1371 /journal.pone.0068362

Vining B., Ming Z., Bagheri-Fam S§. et al. Diverse regu-
lation but conserved function: SOX9 in vertebrate sex
determination // Genes. 2021. V. 12. P. 486.
https://doi.org/10.3390/genes12040486

Smith C.A., Roeszler K.N., Ohnesorg T. et al. The avian
Z-linked gene DMRTT1 is required for male sex deter-
mination in the chicken // Nature. 2009. V. 461.
Ne 7261. P. 267—271.

https://doi.org/10.1038 /naturec08298

Lambeth L.S., Morris K.R., Wise T.G. et al. Transgenic
chickens overexpressing aromatase have high estrogen
levels but maintain a predominantly male phenotype //
Endocrinology. 2016. V. 157. Ne 1. P. 83—-90.
https://doi.org/10.1210/en.2015-1697

Wang J., Gong Y. Transcription of CYP19A1 is directly
regulated by SF-1 in the theca cells of ovary follicles in
chicken // Gen. Comp. Endocrinol. 2017. V. 247. P. 1-7.
https://doi.org/10.1016/j.ygcen.2017.03.013

Jin K., Zuo Q., Song J. et al. CYP19A1 (aromatase)
dominates female gonadal differentiation in chicken
(Gallus gallus) embryos sexual differentiation // Biosci.
Rep. 2020. V. 40. Ne 10. P. BSR20201576.
https://doi.org/10.1042/BSR20201576

Hung T., Chang H.Y. Long noncoding RNA in genome
regulation: prospects and mechanisms // RNA Biol.
2010. V. 7. Ne 5. P. 582—585.
https://doi.org/10.4161/rna.7.5.13216

Yoon J.-H., Abdelmohsen K., Gorospe M. Posttranscrip-
tional gene regulation by long noncoding RNA // J.



626

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

CMMUPHOB u np.

Mol. Biol. 2013. V. 425. Ne 19. P. 3723—-3730.
https://doi.org/10.1016/j.jmb.2012.11.024

Huang Sh., Ye L., Chen H. Sex determination and
maintenance: the role of DMRT1 and FOXL2 // Asian
J. Androl. 2017. V. 19. Ne 6. P. 619—624.
https://doi.org/10.4103/1008-682X.194420

loannidis J., Taylor G., Zhao D. et al. Primary sex deter-
mination in birds depends on DMRT 1 dosage, but gonad-
al sex does not determine adult secondary sex characteris-
tics // PNAS. 2021. V. 118. Ne 10. P. €2020909118.
https://doi.org/10.1073 /pnas.2020909118

Clinton M., Zhao D., Nandi S., McBride D. Evidence for
avian cell autonomous sex identity (CASI) and implica-
tions for the sex-determination process? // Chromo-
some Res. 2012. V. 20. Ne 1. P. 177—190.
https://doi.org/10.1007/s10577-011-9257-9

Piferrer E, Anastasiadi D. Do the offspring of sex rever-
sals have higher sensitivity to environmental perturba-
tions? // Sex. Dev. 2021. Ne 15. P. 134—147.
https://doi.org/10.1159/000515192

Smith C.A., Major A.T., Esterman M.A. The curious
case of avian sex determination // Trends Genet. 2021.
V. 37. Ne 6. P. 496—497.

Smith C.A., Major A.T., Estermann M.A. Chicken, sex
and revisiting an old paradigm // Endocrinology. 2021.
V. 162. Ne 7. P. bqab106.
https://doi.org/10.1210/endocr/bqab106

Shioda K., Odajima J., Kobayashi M. et al. Transcrip-
tomic and epigenetic preservation of genetic sex identity
in estrogen — feminized male chicken embryonic go-
nads // Endocrinology. 2021. V. 162. Ne 1. P. bqaa208.
https://doi.org/10.1210/endocr/bgaa208

Aslam M.L., Woelders H. Steroid hormones and female
energy balance: Relation to offspring primary sex ratio //
Egg Innovations and Strategies for Improvements. United
States: Acad. Press, 2017. P. 47—54.

https://doi.org/10.1016/B978-0-12-800879-9.00005-6

Wrobel E.R., Molina E., Khan N. et al. Androgen and
mineralocorticoid receptors are present on the germinal
disc region in laying hens: Potential mediators of sex ra-
tio adjustment in birds? // Gen. Comp. Endocrinol.
2019. V. 287. Ne 2. P. 113353.
https://doi.org/10.1016/j.ygcen.2019.113353

Pinson S.E., Wilson J.L., Navara K.J. Timing matters:
Corticosterone injections 4 h before ovulation bias sex
ratios towards females in chickens // J. Comp. Physiol.
B. 2015. V. 185. Ne 5. P. 539—546.
https://doi.org/10.1007/s00360-015-0897-5

Bruggeman V., As P.V., Decuypere E. Developmental en-
docrinology of the reproductive axis in the chicken em-
bryo // Comp. Biochem. Physiol. Part A, Mol. Integr.
Physiol. 2002. V. 131. Ne 4. P. 839—846.
https://doi.org/10.1016/S1095-6433(02)00022-3

Teranishi M., Shimada Y., Hori T. et al. Transcripts of
the MHM region on the chicken Z chromosome accu-
mulate as non-coding RNA in the nucleus of female
cells adjacent to the DMRTI1 locus // Chromosome
Res. 2001. V. 9. Ne 2. P. 147—165.
https://doi.org/10.1023/a:1009235120741

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

94.

9s.

Geffroy B., Douhard M. The adaptive sex in stressful en-
vironment // Trends Ecol. Evol. 2019. V. 34. No 7.
P. 628—640.

https://doi.org/10.1016/j.tree.2019.02.012

Sdnchez L., Chaouiya C. Logical modelling uncovers
developmental constraints for primary sex determina-
tion of chicken gonads // J. R. Soc. Interface. 2018.
V. 15. P. 20180165.

https://doi.org/10.1098 /rsif.2018.0165

Kuroiwa A. Sex-determining mechanism in avians //
Adv. Exp. Med. Biol. 2017. V. 1001. P. 19-31.
https://doi.org/10.1007/978-981-10-3975-1_2

Hirst C.E., Major A.T., Smith C.A. Sex determination
and gonadal sex differentiation in the chicken model //
Int. J. Dev. Biol. 2018. V. 62. Ne 1—-2—3. P. 153—166.
https://doi.org/10.1387/ijdb.170319cs

Bellott D.W., Skaletsky H., Cho T.J. et al. Avian W and
mammalian Y chromosomes convergently retained
dosage-sensitive regulators // Nat. Genet. 2017. V. 49.
Ne 3. P. 387—394.

https://doi.org/10.1038/ng.3778

Komissarov A.S., Galkina S.A., Koshel E.I. et al. New
high copy tandem repeat in the content of the chicken
W chromosome // Chromosoma. 2018. V. 127. Ne 1.
P. 73—83.

https://doi.org/10.1007/s00412-017-0646-5

Liu L., Fan Y., Zhao D. et al. Expression profile of
chicken sex chromosome gene BTF3is linked to gonad-
al phenotype // Sex. Dev. 2019. V. 13. Ne 4. P. 212—220.

https://doi.org/10.1159/000506344

Xu L., Zhou Q. The female-specific W chromosomes of
birds have conserved gene contents but are not femi-
nized // Genes. 2020. V. 11. P. 1126.
https://doi.org/10.3390/genes11101126

Rogers T.F, Pizzari T., Wright A.E. Multi-copy gene
family evolution on the avian W chromosome // Hered-
ity. 2021. V. 112. Ne 3. P. 250—259.
https://doi.org/10.1093 /jhered/esab016

Sun C., Jin K., Zhou J. et al. Role and function of the
HintWin early sex differentiation in chicken (Gallus gal-
lus) embryo // Anim. Biotechnol. 2021. P. 1—11.
https://doi.org/10.1080/10495398.2021.1935981

Jin K., Zhou J., Zuo Q. et al. UBE2I stimulates female
gonadal differentiation in chicken (Gallus gallus) em-
bryos //J. Integr. Agric. 2021. V. 20. P. 2—10.
https://doi.org/10.1016/S2095-3119(20)63486-4

Kinsella C.M., Ruiz-Ruano F.J., Dion-Coté A.M. et al.
Programmed DNA elimination of germline develop-
ment genes in songbirds // Nat. Commun. 2019. V. 10.
P. 5468.

https://doi.org/10.1038/s41467-019-13427-4

Ezaz T., Deakin J.E. Repetitive sequence and sex chro-
mosome evolution in vertebrates // Adv. Evol. Biol.
2014. Article ID: 104683. 9 p.
https://doi.org/10.1155/2014/104683

Nagahama Y., Chakraborty T., Paul-Prasanth B. et al.
Sex determination, gonadal sex differentiation and
plasticity in vertebrate species // J. Physiol. Rev. 2020.
P. 213.

https://doi.org/10.1152 /physrev.00044.2019

FTEHETUKA TtomM 58 Ne 6 2022



ECTECTBEHHAA U SKCITEPUMEHTAJIbHAA MHBEPCHUA TTOJIA 627

Natural and Experimental Sex Reversal in Birds
and Other Groups of Vertebrates, Except Mammals
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The article is devoted to the actual problem — the phenomenon of sex determination. Many scientific articles
have been published on this problem, but all the details of its mechanisms have not yet been disclosed, since
they are very diverse. The article summarizes the new material obtained in the study of cases of natural and
experimental sex reversal in vertebrates. Representatives of cold-blooded vertebrates (fish, amphibians, rep-
tiles) and warm-blooded (birds) are considered. Sex reversal that occurs both in natural conditions and under
experimental conditions can be the result of genetic disorders that manifest themselves in the early stages of
embryonic development, and normal changes that occur in sexually mature animals under the control of the
neuroendocrine system. It is assumed that sex reversal and sex determination may be interrelated phenome-
nas. Particular attention is paid to inversion and determination of sex in birds; works on experimental sex re-
versal in these animals are considered in detail. For this, the data of scientific works on the relationship be-
tween the phenotypic manifestation of sex at the cellular, tissue and organ levels, its chromosomal and hor-
monal determination, as well as genetic and epigenetic control are summarized. At the end of the article,
promising directions in the study of natural and experimental sex inversion in vertebrates are proposed.

Keywords: sex determination, sex reversal, genetic control, epigenetic control, hormonal sex determination,
Vertebrates.
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Hacrostiuii 0630p mocBsieH pa3HooOpa3nio MPUOHOB (MH(DEKIIMOHHBIX YaCTUIL OEJIKOBOM MPUPOIbI), a
TaKXe MeXaHW3MaM UX BOCTIpOM3BeAeHus. PaccMOTpeHbl pa3inyHble IITaMMbl OMHOTO M TOTO XK€ TTPUOoHA.
[MokazaHo, 4TO 10O IITAMM MPUOHA, HE3aBUCUMO OT CBOEM MOJICKYJISIDHOM OpraHU3aliui U BUOOBOIt
MPUHAIJIEXXHOCTU, TIPU NTACCUPOBAHUM HAa U30TE€HHOM TOMO3UTOTHOM (hOHE TIpeACTaBIIsieT COO0 BUPYCO-
MonoOHBIM HacaencTBeHHbIN (akTop. Ero cBoiicTBa COBMECTHO OOYCIOBJICHBI IByMs ITapaMeTpaMu: BO-
MEePBBIX, AMUHOKHWCIIOTHOW MOCJIEA0BATEIbHOCTHIO MPUOHHOTO OeJjika, KOoTopasi IeTepMUHUPOBaHA HYK-
JICOTUIHOI MOCIeA0BaTEIbHOCTHIO COOTBETCTBYIOIIIETO I'¢Ha, a BO-BTOPBIX, KOHKPETHBIM COCTOSIHUEM
naHHOTO Oesnka. Mi3MeHeHue 11000ro U3 IBYX MepeyrcIeHHbIX TapaMeTPOB, €CIM OHO CTAa0WJIBHO U HeJle-
TaJIbHO, TPUBOAUT K BOBHUKHOBEHWIO HOBOTO LITaMMa IpuoHa. TakuM 06pa3oM, 1o CpaBHEHUIO C KaHO-
HUYECKMMU HACIEACTBEHHBIMU (paKTOpaMU IITAMMBI TIPMOHOB UMEIOT 0oJiee CIIOXHYIO (OUMOIYISIPHYIO)
npupoay. bumonynsipHblit TPUHIIAI OYeHb YIOOEH U JJI1 OTTMCAHUS JTIOOBIX COCTOSTHUI OTCYTCTBUSI TIPU-
oHa. PaccmoTpeH Bompoc 0 BKIIIOUEHUHU IMPUOHOB B CUCTEMY OOIIEreHETUUECKUX MPEeACTaBIeHU o Ha-
CJIENCTBEHHBIX (pakTOpax.

Karoueswie cnosa: GenxkoBast HaCJI€ACTBCHHOCTb, IIPMOHLI, IITaMMbl IIPHUOHOB, 6I/IMO,EI,yJ'I}lprIC HacJea-

CTBEHHBIE (haKTOPHI.
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IMpuonbl (MH(MEKIMOHHBIE YaCTHUIIBI OETKOBOU
npuponbl [1—3]) BecbMa pa3HOOOpa3HBI II0 CBOEH
MOJEKYISIPHOM opraHu3aluu. BoJbIIMHCTBO U3 HUX
SIBJISTIOTCS] aMuIongaMu — (GUOPUIITSIPHBIMU O€JIKO-
BBIMU arperaTamMy C OTYETIIMBO BhIPAXKEHHOI KpOCC-
OeTa cTpykTypoii. Takue arperatbl CHOCOOHBI pPacTH,
MPUCOEAUHSIST K cebe HOBbIE MOJIEKYJIBI TPUOHHOTO
OeJika ¢ I3MEHEHNEM UX HAaTMBHOM KOH(OpMalnuy B
aMWJIOUIHYIO, a 3aTeM (hpparMeHTUPOBATHCS MO Ieii-
CTBUEM cHel(UIECKUX IIATIePOHOB, YTO MMPUBOAUT
K BO3HMKHOBEHUIO HOBBHIX IOKOJICHUI arperaTtoB C
TEMHU Ke CBOMCTBaMU [4—6]. AMUIOMIHbBIE TIPUOHBI
U3BECTHBI Y APOXKKEN-caxapoMULIETOB [6, 7], miec-
HeBoro rpuda Podospora anserina [8] m HEKOTOPBIX
MJICKOITUTAIOIINX, BKITIoUas yejioBeka [3—5].

IToMuMO aMUJIOMAHBIX CYILIECTBYIOT W ApYyrue
npuoHbl. K HacTosiieMy BpeMEeHU OHU BBISIBJIEHBI
TOJILKO Y TpMOOB. B 3TUX ciy4asix mprMOHU3UPOBaH-
HO€ COCTOSTHME O€JIKa BOCIIPOM3BOIMTCS 3a CUET He-
KMX aBTOKATAIUTUYECKUX MTpolieccoB. B yacTHOCTH,
ONMCaHbl HEAMWJIOUIHEIE IIPUOHBI, B OCHOBE CaMO-
noaaep>KaHusI KOTOPBIX JIEKUT (hpochopriimpoBaHue
OenkoB [9], xumuuyeckass MoaudUKalus TUCTOHOB
[10], mpoTeonuTtuueckoe paciieruieHue [11], B3au-
MOAEMCTBUE MEXIY HETOMOJOIMYHBIMM OeJIKaMu

[12]. Pa3zHOOOpa3ue mnepeyucieHHbIX MEXaHU3MOB
IMO3BOJISIET MPEAIIONIOXUTh, YTO JIFO00Il WIN IIOYTU
JTIIO00M MOJIEKYNSIPHBINA TTPOILECC, CITOCOOHBINA ITOMI-
JIEP>XMBaTh U3MEHEHHOE COCTOSIHME OejKka Mocpel-
CTBOM HEKOII MOJIOXUTEJIbHOM 00paTHOI CBSI3H, IT0-
TEHLMAJILHO MOXET MPOAYLIUPOBATh HEAMIJIOWUIHbIE
IIPUOHHI.

ITpyoHBI MJIEKONUTAIOIINX 3aCITyXXUBAIOT TPU-
CTJILHOTO BHUMAaHUS B CBSI3U C TeM, UTO OHU UHIY-
LIMPYIOT TSKEJble HelpoaereHepaTUBHbIE MATOJO-
MU, TI0Ka He TloAaatolecs JeueHuto [ 13, 14]. Ipu-
OHBI TPUOOB MHTEPECHBI C ABYX TOUYEK 3peHusi. Bo-
MEePBbIX, AMWIOWJIHbIE MPUOHBI TPUOOB SBISIOTCS
YAOOHOU MOIENbIO IJIsI AETATBHOTO U3YYEHUS MeXa-
HU3MOB (OpMUPOBAHUS aMWJIOUIHBIX arperaTton
[15]; pemnaTh aTy 3aga4y Ha MJIEKOITUTAIOIIMX JOBOJIHHO
TpyaHO. Bo-BTOPBIX, MPHUOHBI TPHUOOB CIIOCOOHBI IIEpe-
JlaBaThCsl B KJIETOUHBIX JACJIEHUSX U TEM CaMbIM SIBJISI-
10TCS HEKAHOHWYECKMMU HaCcIeCTBEHHbIMU (hbakTopa-
Mmu [5, 6, 16]. BcectopoHHee uzydeHne TaKNX IPUOHOB
KpaiiHe BaXKHO JUJISI TIOCTPOEHUSI COBPEMEHHBIX O0I1Ie-
TeHETUYECKUX KOHILIEIIINI, OXBaThIBAIOIIMX BCE pa3-
HooOpa3ue HacJaeACTBEHHbIX (DaKTOpOB, KaK KAHOHU-
YECKUX, TAK U HEKAHOHUYECKHUX.
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o cux mmop Bce dyHIaMeHTaIbHBIE TEHETUISCKIE
KOHILIEITIIMU (XpOMOCOMHasl TeOpHsI HacJIeNCTBEHHO-
CTH, TEOPHUSI MyTAalIMOHHOTO IIpoliecca, eHTpaabHasl
JIoOTMa MOJIEKYJISIPHOM OMOJIOTMH, CHUHTETHYEeCKas
TeOpHSI IBOJIIOLIMH U T.I1.) 0a3UPYyIOTCS Ha TIPEICTaB-
JIEHUSIX CEPEIMHBI IIPOIIIOro BeKa, YTBEPKIAIOIINX,
YTO €AMHCTBEHHBIM MaTepHUaaoM HAaCIeACTBEHHOCTHU
asisgercsas JHK (y HEKOTOpBIX BUPYCOB — reHOMHasl
PHK). Hacnenyemble mpuOHBI HE YKJIaAbIBAlOTCS B
9Ty IMapagurMy (OHM UMEIOT SIIMTEHETUYECKYIO, TOU-
Hee — OEJIKOBYIO MPUPOMY), a TIOTOMY MpPHU MUX OIKrca-
HUM WCIIOJIB3YIOT TEPMUHOJIOINIO, HUKAK HE CBSI3aH-
HYIO C KJIIOYEBBIMU IIOHATUSIMU reHeThKu. bonee Toro,
MPUOHHASI TEPMUHOJIOTHUS OblIa c(OOPMHpPOBAHA B OT-
pBIBE OT MOHATUI, UCIIONB3YEMBbIX [UIS IPYTUX SITUTE-
HETUYECKMX HaCJEICTBEHHBIX (haKTOPOB, HaIpUMeEpP
JUISL ATIMajIIelieid, 00yCIOBJIEHHBIX METHJIMPOBAaHUEM
JHK nnu xuMmurdeckoil MoguduKanueid riCTOHOB. B
pe3yiabTaTe TeHeTHdecKas (pakToJIorusl okKazajaach
¢parMeHTHUPOBAHHOM Ha MHOXECTBO Pa3pO3HEHHBIX
HamnpasJICHUI1, YTO MPEISITCTBYET pa3paboTKe COBpe-
MEHHBIX OOIIIeTeHETUIECKMX KOHIICTIIIHIA.

DTy Ipo6EeMy MOXHO YCHEITHO MpeonoieTh. e-
JIO B TOM, YTO OJMH W TOT e HacJeAyeMblii TPUOH
MOXKET OBITh IPEACTABJIEH MHOXECTBOM Pa3HbIX Bapy-
aHTOB (IITAMMOB), B TOM YMCJIE CYILIECTBEHHO pa3Jiu-
yaomuxcss ceouMm cBolictBamu [17, 18]. HerpymHo
3aMETUTh OTYETIUBYIO AaHAJIOTUIO C Pa3HBIMU AJLIENSI-
MU OJHOTO U TOTO Xe reHa. B cooTBETCTBUM C 3TUM
MBI BIIpaBe paccMaTpuBaTh pa3Hble BapuaHThl OTHO-
IO U TOTO K€ MPUOHA B KAYECTBE MPUOHHBIX annenell
[16]. Crietnuyeckre cBoiicTBa Kaska0T0 TAKOTO ajl-
JieJis COBMECTHO O0YCJIOBJIEHBI IBYMS TTapaMeTpaMu:
BO-TIEPBbIX, AMMHOKMCJIOTHOM TOCIeI0BaTEIbHO-
CTBhIO TIPUOHHOTO OeJiKa, KOoTopasi IeTepMUHUPOBaHa
HYKJIEOTUAHOI TOCIeOBAaTEIbHOCTHIO COOTBETCTBY-
IOLIETO TeHa, a BO-BTOPbIX, KOHKPETHBIM COCTOSIHU-
eM JaHHoro 6enka. B cBsI3u ¢ 3TUM J11000M TTPHUOH-
HbII ajUleib SIBJSIETCS OUMOOYASPHbIM HACIIENCTBEH-
HbIM (aKTOpOM, CBOMCTBA KOTOPOTO OINPEAESIOTCS
B3auMozelictBueM I HKoeoii demepmunanmot N 31U -
ecenemuueckoil demepmunaumut [16]. Hampumep, B
caydae IpoxekeBoro mpuona [PSTY] (amumoumHbie
arperatbl U3 aHOMaJIbHO YJIOXEHHBIX MOJIEKYJ OelKa
SUP35 [6, 7]) IHKoBas nerepMuHaHTa IIpeaCcTaBIIe-
Ha KOHKPETHOM HYKJICOTHMAHON TMoceaoBaTeIbHO-
cThio TeHa SUP35, a stmreHeTnyeckass — KOHKpET-
HBIM BapraHTOM aMuyiongHou ykiuagku SUP35p.

[NpemoXXeHHBIIT HAMW OUMOOYAAPHbLE NPUHUUN
OYEHbB YIOOCH UIST OTIMCAHMSI JTIOOBIX TIPUOHHBIX aJljie-
JIeii, a TakKe JIIOOBIX COCTOSIHUI OTCYTCTBHS ITpUOHA. B
YaCTHOCTU, KOHKPETHBII autelib [ PSTH] momyyaer 060-
3HayeHue SUP35[PSI'Y, tae i v j CUMBOJIM3UPYIOT CO-
otercTByOINyI0 JIHKOBYIO 11 aniureHeTHYECKYIO JIe-
tepMuHaHTy. [1lo aHaIOrMM KOHKPETHOE COCTOSHUE
[psi~] (oTcyTcTBHME mMpHOHA, T.e. HATUBHAasI KOHGOP-
Malus MPUOHHOTO OelKa) IojydaeT oOO3HaueHUe
SUP35|psi~]. B 3aBucumoctu ot JJHKoBoii nerep-
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MUHAHTHI TAKWE APUOHHbLE HYAb-AAAeAU CYLIECTBEHHO
BapbUPYIOT MO CBOMM (PEHOTUITMUECKUM ITIPOSIBIIC-
HUSIM, HallpuMep 110 CIIOCOOHOCTH KOHBEPTUPOBATh
B cocrosgHue [PST'] (cM. HUIXKE).

BumonmynsipHBIiT TIPUHIIAT YCITEITHO MPUMEHUM
He TOJILKO K TpuoHaM. OH yHUBepcaJeH ISl TI0ObIX
SIUTEHETUIECKUX HACIESICTBEHHBIX (DaKTOPOB BHE
3aBUCHMMOCTH OT WX MOJICKYJISIDHOM OpTraHW3aIuu
[19], yTO co3maeT xopollre NepCIeKTUBLI LIS 00b-
eMMHEeHWST pa3HBIX HAIpaBJIeHWI STUTeHeTUKHW. B
HacTosIIIeM 00630pe MBI TPOIEMOHCTPHPYEM, UTO
MPUOHBI MJICKOMUTAIONINX TOXE OXBaThIBAIOTCSI OU-
MOIYJISIPHBIM ITPUHITATIOM.

IMPUOHBI MJIEKOITUTAIOIIINX

Crioco0HOCTE (hopMHUPOBATH IIPUOHEI CTPOTO JO-
Ka3aHa WIM BeCbMa BepOosITHA MO MEHbIIIEH Mepe ISt
nsTH 6eJ1KoB MileKonuTaomux: PrP, o-cuHykiienHa,
oenka tau, Cu/Zn cynepoKCUIIMCMYyTa3bl, a TaKXKe
Oeta-amwmioumHoro nentuga. Mx croiicta nmoapoo6-
HO pacCMOTPEHBI B MHOTOUMCIIEHHBIX 0030pax [7, 8,
20], a ToTOMYy MBI CKOHIIEHTPHPYEMCS TOJIBKO Ha Jie-
TaJISIX, UMEIOLIMX HEMOCPEACTBEHHOE OTHOIIIEHUE K
OMMOIYJIIPHOMY IIPUHIINUITY.

Haubonee n3ydyeHHBIM TPUOHOM MJIEKOMUTAIO-
mux sasiserca PrPSe, amunounHas dopma 6eika, Ko-
nupyemoro reHom PRNP (prion protein). BToT nipu-
OH HAKaIUIMBAETCS B IMTOIJIa3Me pa3INIHBIX TUIIOB
KJIETOK, TJIaBHBIM 00pa3oM — B (POJIMKYJISIPHBIX
JIEHIPUTHBIX KJIETKaX W HelpoHaxX LCHTPaJIbHOMI
HEPBHOM cucteMbl. PrPS un@exumnoHeH Kak Ipu
WHBEKIINSX, TAK M IPHU €CTECTBEHHON Iepeaaye MexK-
Jly OpraHM3MaMu 4Yepe3 MUILEeBapUTEIbHYIO CUCTEMY
WIN pa3JInuHbIe XXUAKOCTU. [Ipu 3TOM OH criocobGeH
IpeoaojieBaTh HEKOTOPhIE, HO HE BCE MEXBUIOBEIC
Oapbepsl [21].

AMiouHBIE arperaThl O-CHMHYKJIeWHa, HeOOJIb-
1oro Oenka, konupyemoro reHom SNCA, Toxe Jioka-
JIN30BaHbl B 1uToriasme. OHu (hopMUPYIOTCST B HEli-
POHAaX roJIOBHOIO MO3Ta, NIaBHBIM 00pa3oM B substantia
nigra, 1 MOTYT OBITH IlepedaHbl 3MOPOBBIM OCOOSIM
[22]. OnHako Takas nmepenadya BO3MOXKHA TOJBKO T10-
CPEICTBOM MHBEKIIUIA.

benok fau mpencraBisier coOOl LENbIA CIIEKTP
POICTBEHHBIX MOJUMNENTUIOB, 0OPa3yIIINXCs B pe-
3y/IbTaTe aJIbTePHATUBHOTO CILJIaliCMHTa IEPBUYHOTO
TpaHCKPUIITA, CYUThIBaeMoro ¢ reHa MAPT. JlaHHBII
6eok B rurep¢ochopIIMPOBAaHHOM COCTOSIHUN
dopMHUpyeT aMUJIOMIHBIC arperatbl, OOHapy:KuBac-
MBbI€ B IUTOILJIa3Me Pa3IMYHbIX HEPOHOB FOJIOBHOTO
mosra. MHpeKIMOHHOCTh 3TUX arperaToB Ha Kiie-
TOYHOM YPOBHE HE BbI3bIBAET COMHEHMIA, OMHAKO UX
CMOCOOHOCTh TepenaBaThCsl MEXIy OpraHu3MaMu
OCTaeTcs IToKa IMCKYCCUOHHOI [23].

Monexkynel Cu/Zn cynepokCUaIucMyTasbl (IIpo-
nykra reHa SODI) mpeTeplieBaioT IpU ONpeacIeHHbBIX
00CTOSITENICTBAX HEMPABUIBHYIO YKIIAJIKY, B pe3y/ibTa-
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Puc. 1. PazHoo6pasue myrteit HacienoBaHUs. a — 000OOIICHHAsI cxeMa HacJedOBaHUS OT KJIIETKH K KJIeTKe; 6 — 0000IIeHHasI
cxeMa HacJIeOBaHUs OT TeJla K TeJly Y MJIEKOITMTAIOIINX 33 CUET Mepeaadr BOCIIPOU3BOANMBIX MOJIEKYJIIPHBIX CTPYKTYP OT Ma-
Tepu IUIOAY Yepes IUIALIEHTY; 8 — 0000IIeHHAsI cCXeMa HacleOBaHUs Y HEKJIETOYHBIX 00beKTOB. OBajaMu 0003HAUYEeHbI KJIETKHU;
IIECTUYTOJIbHUKAMM — MHOTOKJIETOYHbIE OpPraHU3MBbl; 3B€3104KaM1 — HACJIeNCTBEHHbIEC (haKTOPbI; YePHBIMU KBajpaTaMu —
MPUOHU3MPOBaHHbIE OeIKU Ha rpuMepe amusionaoB. Lludpamu B Kpyrax 0603HaueHbl: 1 — KJIeTOUHOE JejieHue, 2 — OIUIoI0-
TBOpeHUE, 3 — KOHbIOTallMsl WY LIMTOAYKIHUS, 4 — pa3MHOXEHUE BUPYCOB, 5 — pa3MHOXEeHHUE BHYTPUKICTOYHBIX TIPUOHOB,

6 — Pa3SMHOXKXEHHNEC BHCKIJICTOYHbIX ITPMOHOB.

T€ Yero B HeMpoHax CIIMHHOIO Mo3ra (hOpMUPYIOTCS
LIMTOIJIa3MaTUYECKH JIOKATM30BaHHbBIE aMUJIOUIHbBIE
arperatel. B nanbHeilieM ykKa3aHHbBIE aMWJIOWIbI
MPOrPECCUBHO PACIPOCTPAHSIOTCI M Ha COCEIHUE
KJIeTKH [24], HO cilyyau ux Iepenayud OoT OJHOTO Op-
raHu3Ma K IpyroMmy roka HEU3BECTHBI.

bera-amunonnHbIi menTyUI oopasyeTcs B pe3yib-
TaTe TMpoTeoau3a Oenka, Koaupyemoro reHom APP
(transmembrane amyloid precursor protein). B oTim-
YK€ OT BBILIEYTTOMSIHYTBIX IPUOHOB MJIEKOTTUTAIOIIINX
aMUJIOWMHbIE arperarbl JaHHOTO Oeyika (Af) Jokanu-
30BaHbl B MEXKJIETOUHBIX TPOCTPAHCTBAX TOJIOBHOIO
Mo3ra. MHOTOYMCJIEHHbIE KOCBEHHbIE JaHHBIE CBU-
JIeTeJIbCTBYIOT O TOM, UTO 3TU arperaTbl MOTYT Tepe-
JTIaBaThCsI MEXAy OpraHM3MaMH [25], omHAKO HageX-
HBIX TTOATBEPXKAEHUN 10 CUX TTOP HE MOJIYYEHO.

Hwu oguH 13 riepeynciieHHbIX TPUOHOB MJIEKOITM-
TaIOIIMX He OOHapyXKeH B raMeTaxX WM CTBOJIOBBIX
KJIeTKaX. B COOTBETCTBUY C TUM IIPUHSITO CUUTATD, YTO
yKa3aHHbIe TPUOHBI HE HACIIEAYIOTCS HU MehoThue-
CKU, HU MUTOTUYECKU. TeM He MeHee CyIIeCTBYeT psill

apryMeHTOB, TTO3BOJITIONINX paccCMaTpUBaTh ITPUOHBI
MJICKOTIMTAIOIIUX B KaUueCTBe CrielIM(UIeCKUX HaCIe I -
CTBEHHBIX (PaKTOPOB.

PABHOOBPA3UE NYTEN HACJIEJOBAHUA

Ilon HacnenCTBEHHOCTHIO MNOHMMAIOT CIIOCO0-
HOCTb OMOJIOTMYECKUX OOBEKTOB IMepeaaBaThb CBOU
MpU3HAKKU (TOYHEe — MX 3adaTKM) OT IPEOKOB ITO-
ToMKaM. Yaiiie Bcero Takasi mepenada OCyIeCTBIISIeT -
Cs1 3a CYET KJIETOYHBIX IeJCHUI WU CIIUSTHUH (OTIIO-
JIOTBOPEHMSI, KOHBIOTallUM, LUTOAYKLUMU U T.IL.);
JIaHHBII IyTh HA3bIBAIOT HACICOOBAHUEM OM KACMKU
K Kaemke (puc. 1,a) [26, 27]. OgHako CyILIECTBYIOT U
JIpyrve nyTy nepenadyy HacaeACTBEHHBIX 3a0aTKOB.

OIuH U3 HUX — HACJICOOBaHUE Om mena K meay
[26, 27]: mOTOMOK mOJy4YaeT HEKOTOpble Hacjel-
CTBEHHBbIC 3aJaTKHA OT CBOEr0 POAMUTENISI, HO HEKAHO-
HMYECKUM ITyTeM. ¥ MJISKONUTAIOIINX B OCHOBE 3TO-
ro sIBJI€HUSI MOXET JiexXaTh Ilepenada KaKMx-JI10o
BOCIIPOM3BOIMMEBIX MOJICKYJI 13 MAaTEPUHCKOI COMBI
B IUIOM Yepe3 IUIalieHTy. PeaabHOCTh TAKOro myTH Ha-
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cliemoBaHUS OOKa3zaHa IJisi MyHTKakoB (Muntiacus
reevesi) n Bariutu ( Cervus canadensis nelsoni), mpyuyem
y nocienHux arperatbl PrP agdexkTuBHO nepenatorcs
IUIOAY OT MaTepH HE TOJIbKO B JIaOOPaTOPHBIX YCIIO-
BUSIX, HO U B ripupoe [28, 29]. I1o cytu peuyb uaet o
TOPU30HTAJILHOM MepeHOCe OEIKOBBIX HACICACTBEH-
HBIX 3aIaTKOB OT pomuTensi moromkam (puc. 1,0).
MNudexnm, Bo3HUKAIOIIME ITPU TIepeaaye arperaTton
PrP uepes3 nuieBaputenbHyto cuctemy [21], siBiisi-
FOTCSI IIPMEPaMU CXOITHOTO TOPU30HTAIBHOTO IIepe-
HOCa, HO MEeXIy HEPOJACTBEHHBIMU OCOOSIMMU.

Eme onyH myTh HacjaemoBaHUS XapaKTepeH IJIst
BUpycoB. HecMOTpst Ha CBOIO HEKJIETOYHYIO OpraHu-
3aI110, OHU LIMPOKO UCIIOJIB3YIOTCSI B KAUYECTBE MO-
JIeJIbHBIX TeHETMYEeCKMX OO0BeKTOB. B wyacTHoCTH,
oaktepnodar T4 ceIrpasl BaxXHYIO pOJib B JOKa3a-
TenbcTBe AesmmocTtu reHa [30, 31]. HetpynHo 3ame-
TUTh, YTO HACJIEAOBAaHUE Y BUPYCOB HE BIIMCHIBACTCS
HU B OOWH U3 ABYX IIepPEUYMNCIICHHBIX ITyTeii. JleiicTBI-
TeJIbHO B JAHHOM CJIy4yae OMOJI0rn4eCKMMU OObeKTa-
MU SIBJISIIOTCS HE OpPraHU3MBbl I KJIETKH, a BUPYC-
HbIe YacTulbl. OpraHu3Mbl WA OTACIbHBIE KIETKU
HCITOJIb3YIOTCS JIIIIb B KAYeCTBE “BHEIIHEN cpenbl”,
HeoOXOaUMOI 11 pa3MHOXKEHUSI BUPYCHBIX YaCTHIL
¥ BBISIBJICHMS X HACIEAYyEMbIX CBOMCTB.

ITono6HO Bupycam NPUOHBI TOXE HE UMEIOT KJle-
TOYHOI OpTaHU3ALIMU U TOXKE HYKIAIOTCSI B OpTaHU3-
Max WJIM OTIAEJbHBIX KJE€TKaX JIMIb B KauyecTBe
“BHeIIHEN cpeabl” 1J1si CBoero pa3MHoxkeHus. OqHa-
KO TIOCKOJIBKY MOJIEKYJISIpHAsl OpraHu3aiusi BUpyCoB
U MPUOHOB HEONUHAKOBA JIOTUYHO BBIYJIEHUTH JBa
OJIM3KMX TIyTU HACJIENOBAHUS: OM 8upyca K eupycy u
om npuoHa K npuony (puc. 1,8).

YT100OBI MPOIEMOHCTPUPOBATL OOIIME 3aKOHO-
MEPHOCTHU HaCJIELOBAaHUS OT IIPUOHA K IIPUOHY, pac-
CMOTPHUM pa3IMYHbIC BApUAHTHI (IITAMMBI) OMHOIO U
TOTO K€ MIPUOHA Yy TPUOOB U MJIEKOMUTAIOIINX.

BAPUAHTBI OJHOT'O 1 TOTI'O KE
ITPUOHA Y IT'PHUBOB

K HacTtostiiemy BpeMeHM HauOoJIblliee YMCIIO Ba-
pUAHTOB (IO MEHbIIIEH MEpe HECKOJIBKO COTEH) BBI-
ABJIEHO Y APOXKeBOro npuoHa [PSTT] — amwiouns-
HEIX arperatoB 6enka SUP35. YkazaHHble BapraHTHI
MOTYT pa3jinyaTbCsl CBOMMU AMUHOKUCIOTHBIMU MO-
clieoBaTeIbHOCTIMU, MOpdoJorueit aMuIOUIHbBIX
arperaToB, pnoJieii IpuoHm3upoBaHHoro SUP35p,
B3aMMOAENUCTBUEM CO CIeUDUUECKUMU MyTallvs-
MU, MUTOTUYECKOIN U/WIU MEHOTUYECKOUN CTaOWIh-
HOCTbIO, (P€HOTUITMUYECKUMU TPOSIBICHUSIMUA U He-
KOTOPHIMM OPYTMMHU XapakTepucTtukamu [16, 18].
Huxe MBI KpaTKo pacCMOTPUM HECKOJIBKO TIpUME-
pPOB TaKoro pa3HooOpa3usl.

Haxonsce B cBoeif HaTMBHOM KOH(pOpMannu, oe-
ok SUP35 gaBisgercss ayKapuoTU4ecKruM (haKToOpoM
TepMUHAUIMK TpaHcsiuyu [32]. B mpunonu3upoBaH-
HOM COCTOSIHMM OH YTPauuBaeT 3Ty (PYHKIIUIO, UYTO
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MIPUBOINUT K CHIDKEHUIO 3(h(PEKTUBHOCTU pacoO3Ha-
BaHMUsI BCEX TPEX TUIIOB HOHCEHC-KOAOHOB. B ¢Bsi3u
5TUM npuoH [PSIT'] beHOTUIIMYECKU IMPOSABISETCI
KaK OMHUIIOTEHTHBIM HOHCeHc-cympeccop [33]. B
3aBUCHMOCTHU OT KOHKpPETHOro Bapuanta [PSIY] ad-
(EKTUBHOCTh HOHCEHC-CYIIPECCUU CYIIECTBEHHO
BapbUPYET, B PE3YJIbTATE YETO PA3IMYAIOT CUJIbHBIE 1
cinabeie BapuaHthl ([PSIT]S u [PSIT]Y cooTBeTCTBEH-
Ho). Hekotopbie BapuaHTthsl [PSI"] HacToabKO clia-
OBI, UYTO HE CITOCOOHBI 00ECIEeUNTh MOUYTU HUKAKOMN
cymnpeccunu [34].

[PST"] Gnaromaps cBOe€il LMTOIUIA3MATUYECKOM
JIOKaJIM3aluu BeAEeT ce0s KaKk HEXPOMOCOMHbIN Ha-
clieNcTBeHHBIN (pakTop. Kak nmpaBuio, CUJIbHBIC Ba-
PMaHThI 1IEMOHCTPUPYIOT BBICOKYIO CTaOUJIBHOCTD U
B MUTO3ax, U B Melio3ax (Bce MOTOMKMU KJIETKH, HECY-
weii [PST], mony4yaror gaHHBIA TproH). CTabwuiib-
HOCTb HEKOTOPBIX CJ1abbIX BAPUAHTOB CYLIIECTBEHHO
HICKe, nHoraa coctapiss Becero 40—60% [17]. Oco-
OeHHO HM3Kas CTa0MILHOCTD IPUCYIIA TaK Ha3bIBae-
MBIM “TOKCUMYHBIM BapuaHTam” |[35], omHako oHa
o0ycyioBJieHa He ocJiabJIeHHbIM BOCIIPOM3BEACHEM
IMPUOHHBIX arperatoB, a OTOOPOM MPOTUB KIJIETOK C
COOTBETCTBYIOLIUM BapuaHToM [PST*].

YkazaHHasi TOKCUYHOCTh MOXET OBITh PE3yJIbTaTOM
B3aMMOJICMCTBYSI MEXIY HEKOTOPbIMM BapUaHTaMu
[PST"] 1 KOHKpETHLIMU MyTanusaMu. Hampumep, npu
OO0BEIMHEHNN C MYTAaHTHBIM aJUIeeM sup45-2, KOTo-
phlii caM 06IagaeT CBOMCTBAMU OMHMITOTEHTHOTO Cy-
rpeccopa, HEKOTOpble BapuaHThl [PSI?] BBI3BIBAIOT
JIOMUHAHTHBI JieTanbHbI 3 dexT [34]. B aToM B3a-
UMOJENCTBUM YUACTBYIOT 1 HEKOTOPbIE IPYTrye TeHbI
[35, 36].

Cnocoonocts SUP35p K mpypoHM3ali BO MHOTOM
oIpeesisIeTcsl ero aMMHOKMCJIOTHOM ITOCenoBaTeb-
HOCTBIO, KOTOpasl JeTepMMHMpPOBaHA HYKJICOTHIHOM
rnocienoBaTeJIbHOCThI0 TeHa SUP35. HopMmaibHBI
MPOIYKT NTaHHOTO reHa conepXuT Tpu n1omMeHa (N, M u
C). MocaeaHunit U3 HUX HEOOXOAWUM IJISI XKU3HECTIO-
cobOHOCTU KJIeTKHU [36, 37], a moTOMY UccliemTOBaHHEIE
W3MEHEHHUSI aMMHOKMCJIOTHOM IOCIe0BaTeIbHOCTHU
SUP35p nokann3oBaHbl IJ1aBHbIM 00pa3oM B N- u
M-nomenax. K HacrosiieMy BpeMeHM W3y4eHEI
MHOTIME€ AECSITKM TaKMX M3MEHEHUI, 1 HEKOTOphIe
OKAa3hIBAaIOT CYIIECTBEHHOE BJIMSHHE Ha CBOMCTBA
[PST] [15, 38—42]. N-moMeH abCOIIOTHO HEOOXO-
IUM IJIs IpUOHU3ALUM, a IIOTOMY IOJIy4MJI Ha3Ba-
HUe “TIpUOHHLIN ToMeH”. B ero orcyrcTBHE (T.€. IpH
JIeJellMU COOTBETCTBYIOIIero yyactka reHa) SUP35p
He criocobeH nmpoayuuposars [PSI1] [37, 38].

Kax mpaBuiio, mpruoHu3upyeTcs He BeCh ITyJT MO-
nekyn SUP35p: HekoTopble MOJIEKYIbl COXPaHSIIOT
HATMBHYIO KOH(pOpMaLUIO, MHAaUYe KJIETKA IT0ruoOJja
OBl M3-3a OTCYTCTBUS XXKM3HEHHO BaXXHOU (QyHKIIUU
C-nmomeHa. ons nmpuoHusupoBanHoro SUP35p cy-
LIECTBEHHO BapbUPYET y pPa3HbIX BapuaHToB [PST]:y
[PSI]S oHa 06bIYHO BbiLIE, yeM y [PSTTIVY [40, 43].
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Jro6as yactuua [ PST] npencrasiseT coboii amu-
JIOUIHYIO (PUOPUILTY, B KOTOPOIi BCe MOJIEKYJIBI UMEIOT
CXOIHBIE KpOocC-B-CTPYKTYpHI, CiIyxXalue KoHGop-
MallMOHHLIMM MaTpULIAMU JJisi HOBBIX ITOKOJICHUIA
arperatoB SUP35p. OgHako maHHBIN O€JI0OK CIIOCO-
O€H IIepeXxoInTh B pa3Hble aMUJIOUIHBIE KOHMOpMa-
LIMM, pasinyalolirecs: MPOCTPaHCTBEHHBIM pacro-
JIOXXKEHHEM U KOJIIMYEeCTBOM Kpocc-B-cTpykryp |6,
15]. Jdaxe MOJEKyJbl ¢ MACHTUYHBIMM aMHUHOKMC-
JIOTHBIMU TMOCJIEI0BATEILHOCTSIMU MOTYT arperupo-
BaTh pa3JIMYHBIMU CIIOCOOaMM ¢ oOpa3oBaHueM (de-
HOTUIMYECKH PA3HLIX BapuaHToB [PST'] [15, 44].

IIpu ompeneneHHBIX OOCTOSTEILCTBAX KaXKIBIiA
BapuaHT [PSI] aBnserca HacaeayeMbIM: OH IIPOLY-
LIMPYET HOBbIE ITOKOJIEHUSI arperaToB C TaKUMM XKe
cpolicrBamu. CyliecTBOBaHE KaK MUHUMYM HECKOJIb-
KMX HacJIeAyeMbIX BApMaHTOB IIPOAEMOHCTPHUPOBAHO U
JIJIS psiaa IPYryux MIPUOHOB IPUOOB, B YACTHOCTH — LISt
[PIN*] u [URE3] y IpoxXKeii-caxapOMULIETOB, a TAKXKE
st [Het-S| y Podospora anserina 17, 18, 40, 45, 46].
AHaJIOTMYHYIO CUTYallMIO HETPYIHO ITOJIyIUTh U IJIsI
JIIOOOro JApYyroro MNpHOHa APOXKEH: ITOCTATOYHO
MIPUOHU3UPOBATh MOJEKYIbl COOTBETCTBYIOIIETO
OeJiKa, OTJIMYAIOIIMECs XOTsS Obl OOJHOM aMMWHOKKC-
JIOTHOI1 3aMeHOIi. Jlaxke eciiv moJiydeHHBIC BapUaHThI
OKaXyTcsd (PEHOTUIIMYSCKH HEOTINYUMbBIMMU, OHU
OyIoyT pa3sHBIMU, IOAOOHO pPa3HBIM aJUIeNIsIM IIpU
MoJT4allleM HYKJI€OTHUIHOM IToJIuMopdu3Me.

IITAMMbI OJHOI'O U TOI'O XE
ITPUOHA Y MIJIEKOITNUTAIOIINX

PaSHbIe BapvaHTbI OAJHOTO M TOIO K€ IIpMOHA Yy
MJICKONUTAIOIINX 4Yallle BCErO0 Ha3bIBAlOT IITaMMa-
MU. SpKoi MIIoCcTpalideil 3TOro SIBJICHUS CIIyKaT
MHOTOYMCJIEHHBIE ITaMMbl PrPS¢ y oBew, ko3, Kpy1i-
HOIO poraToro cKota, ojieHeit, HOPOK, XOMSIKOB, MbI-
wieit v yenoseka [47—50]. Kaxnapiit uramm PrPse; ec-
JIU OH IEMOHCTPUPYET JOCTATOUHYIO CTAOUIbHOCTb,
o0JIamaeT psIIoOM CBOIMCTB, COXPaHSIONIUXCSI B MHOTO-
KpaTHBIX ITaccaxkax IPpU MCIOJb30BAaHUM OPraHU3-
MOB WJIM KJIETOUHBIX JIMHUI OIIpeaeeHHOTO BUIA.
HexoToprle mpuMephl 3TOro pasHooOpa3usi KpaTKo
paccMOTpPEHBI HUXKE.

OO0s13aTeNIbHBIM ~ YCIIOBUEM JJIsI  BO3MOXHOCTH
npoayuupoBarh PrPS¢ uam BoCIIpoM3BOIUTE €TI0 MOCIE
VMHGUIUPOBAHUS SBIIICTCS HaJWMYME B OpraHu3-
Me/kietke reHa PRNP [51]. Bonee Toro, oT KOHKPETHBIX
HYKJIEOTUIHBIX [TOCJIEI0BATEIbHOCTEM 9TOr0O T'eHa 3aBU-
CST HEKOTOpbIe cBoiicTBa PrPSe. B nepsylo ouepens 310
KacaeTcss aMWHOKMKCJIOTHOI IIOCIeIOBaTEIbHOCTHU
PrP, a oHa MOXeT CyIIeCTBEHHO BIUATH Ha APYrHUe
XapaKTepUCTUKM MpuoHa. Tak, y MbIlIeid IITaMMBbI
PrP%¢, B KOTOpPBIX OJHOBPEMEHHO IPUCYTCTBYIOT
108L u 189T, oTinuaroTcst 6ojiee KOPOTKUM MHKYOa-
IOHHBIM IIePHOIOM IO CPABHEHMIO CO IITAMMAaMU,
Hecymumu 108F u 189V [52]. Eciu npu niepeHece-
HuM PrPS¢ B opraHusM wiM KJIETKY ¢ HOBOI HYKJIEO-

TUXOOLEEB

TUIHOM TTocaemoBaTebHOCTRIO PRNP obGpasyrorcs
MoJieKyJbl PrP xoTd Obl ¢ OOHUM €IMHCTBEHHBIM
AMMHOKMCJIOTHBIM OTJIMYMEM, BO3HMKAET HOBBIIA
IITaMM JaHHOTO ITpruoHa. [1pu aToM He nMeeT 3Haue-
HUS OymeT MU OH (PEHOTUITMYECKU OTINYATHECS OT
“ponuTenbcKoro” (CM. pasies, MOCBSILEHHbII Bapu-
aHTaM OOHOIO M TOIO XK€ MpHOHa y rpuboB). Takum
006pa3oM, Kaxaplii mramm PrPS¢ criocoben Bocmpo-
W3BOJIUTHCS TOJIBKO Ha (DOHE CTPOTO OIpeaeIeHHOM
HYKJIEOTUOHOM MocjieqoBaTebHOCTU reHa PRNP.

Ha ypoBHe cBoeii MOJIEKyJISIpHON opraHM3aliun
pasHble wTaMMbl PrPS¢ MoryTr ornuyarbcs Apyr ot
JIpyra U WHBIMM OCOOEHHOCTSIMM, B YaCTHOCTU —
crieunpUKON NIMKO3WInpoBaHus [53], ycToiunBo-
CTBIO K XaOTPOITHBIM areHTam [54], ycTOMIMBOCTBIO K
nmpotenHase K [55], anekpodopeTnyeckoii moaBuxK-
HOCTBIO mocje Bo3aeiicTBusi TpoTenHasbl K [56].
IMocmenHsst xapakTeprCTUKa 3acCIyKMBAcT 0COOOTO
BHMMaHU4. Eciy nBa wnm 6omee mraMmos PrPS¢, He-
3aBMCUMO BO3HUKIIIMX HA (DOHE TOMO3UTOTHOCTH 10
CTPOIO OIIpeAe/IeHHONl HYKJICOTUAHOM IIOCISAOBa-
teibHOCT PRNP, a 3HaYUT MASHTUYHBIX IO CBOUM
AMMHOKMCJIOTHBIM TOCJIE€IOBATEIbHOCTSIM, JIEMOH-
CTPUPYIOT HEOOMHAKOBYIO 3JeKTPO(GOPETUICCKYIO
MMOABVKHOCTD, 3TO CUMUTAETCSI CBUAETEILCTBOM TOTO,
YTO yKa3aHHbIE IITAMMbI UMEIOT Pa3HYIO0 aMUJIOUI-
Hy10 KoH(PopMmanuio [49]. SpkuM mmpuMepoM TaKux
paznuumii ciayxat mramMmbl Drowsy (DY) u Hyper
(HY) y 3o10T1oro xomsuka [57].

[tammbl PrPS¢ MoryT 3aMeTHO OTJIMYATBLCS IPYT
OT JIpyra CBOMMM KJIMHUYECKUMU 3ddeKkTamu, B
YaCTHOCTHU — JIOKaJiu3aliueit B ToJJoBHOM Mo3re. Tak,
mrtamMMbl 221 1 ME7 oBen, Oyny4yu riepeHeCEeHHbIMU
B mbimeii quHuu C57BL/10, oGHapyXwuBaloTCS B
pa3HbIX OTHeJIaX FOJIOBHOTO MO3ra: MepBblii — mpe-
WMYIIIECTBEHHO B acTpONNIME, a BTOPOH — INIaBHBIM
o0Opa3oM B HelipoHax u Heliporuie [58].

Eme omHoli BaxkHOW KIIMHUYECKOW XapaKTepu-
CTUKOI# 1TaMmMoB PrPS¢ apigioTcs BbI3bIBa€MbIE UMU
MOBEIeHUYECKE HapylIeHUsl. YIIOMSIHYTbIE BbIllle
mramMMbl DY 1 HY 30/10T0Or0 xomssyka 4eTKo pas3iu-
yaroTcs I0 3Toi xapakTepuctuke: DY mpoBolupyet
JieTapruyeckoe cocTosiHue, B To BpeMs Kak HY nipu-
BOAUT K TurepBo30oyaumoctu. CoOOTBETCTBYIOLIUE
WHKYOAllMOHHBIE TIEPUOAbl TOXE HEONWMHAKOBBI:
o0ycyioBJeHHbIe TaMMoM DY moBeaeHUYecKue Ha-
pYyILIEHUSI CTAaHOBSATCS 3aMETHBI TpUMEpPHO B 3 pasa
M03X€e, HEXeJIM HapylIeHUs, BBI3BAHHbBIE IITAMMOM
HY [57].

Bcs cOBOKYNMHOCTB MOJIEKYISIPHBIX (in Vvitro) U
KJIMHUYeCKUX (in vivo) 0COOEHHOCTEl KOHKPETHOTO
mramMmMa PrPS¢ coxpaHsieTcss B MHOTOKpPATHBIX Iacca-
Xax Ha poHe m3oreHHoii romo3urorHoit JIHK. Dto
3HAYUT, YTO HOBBIE TOKOJIEHUS TPUOHHBIX arperaToB
HacJIEAYIOT CBOiicTBa cBoero “pomutens”. Takum 00-
pa3oM, YacTUIbl KOHKPETHOro mramMma PrPS¢ mpu
MacCUPOBaHUM B OpraHM3Max Wn OTIebHbIX KJET-
Kax Ha poHe n3oreHHoi romo3nrotHoit JIHK mpen-
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CTaBJISTIOT CO00i1 ATTUTeHETUIECKIE HACIEICTBEHHBIE
¢akTOpHI, COOTBETCTBYIOIIIYE ITyTH HACICAOBAHUSI OT
MpUOHa K TIpUoHYy (puc. 1,8).

Ta ke toruka mpuMeHnMa 1 K mrammam Al [59].
bonee Toro, oHa criocobHa OXBaTUTh JIIOOBIE OpyTHe
MPUOHBI MJIEKOTIMTAIOIIMNX, €CJIU JIS HUX OYIyT BbI-
SIBJICHBI IITaMMBI, Pa3JIMJalOINecs XOTs Obl OMTHUM
AMWHOKMCJIOTHBIM TTOJIOXKEHUEM WJIU XK€ HIoaHCaMM
aMUJIOUIHOU KOH(OPMAILIUU.

IMPMOHBI MJIEKOITUTAIOIIINX
KAK BUMOIVIIAPHBIE
HACJIEOCTBEHHDBIE ®AKTOPHI

Kak yxe OBUIO OTMEUEHO HaMM BBIIIE, KaxKIbIi1
KOHKPETHBIN IITaAMM INPHMOHA MJIEKOITUTAIOIINX ITPU
BOCIIPOU3BEICHUU Ha (pOHE CTPOro M3OTEHHOM ro-
mosurotHoit JIHK mnpencraBisier coboit, mogoOHO
IITaMMaM JIPOXKEBBIX IPUOHOB, SMUICHETUYECKUIA
HaCJIEACTBEHHBIN (PaKTOp, COOTBETCTBYIONIUNA MyTH
HacjJenoBaHUSI OT IpMOHA K mpuoHy. I[losromy B
JIajgbHENIIEeM MBI OyieM 0003HaYaTh ITPUOHBI MJIEKO-
MUTAOLIUX KYPCUBOM, KaK 3TO MPUHSTO IJISI TIPUO-
HOB Apoxckeit. KpomMe Toro, Mbl 6yaeM CTaBUTh COOT-
BETCTBYIOIIIME O0OO3HaueHUsT B (UTYpHBIC CKOOKM
({PrP%}, {AB} u T.11.). DTO CBA3aHO CO CIEAYIOLIUMU
npuurHamMu. Bo-TiepBbIX, IIPUOHBI UMEIOT HESaep-
HYIO JIOKAJIM3alIMIO, YTO y TPHUOOB IIPUHITO 0003HA-
yaTh NpsaMbeIMKu ckoOkamu ([PST], [PINY], [URE3],
[Het-S] u 1.11.). Bo-BTOpPBIX, IPUOHBI MJIEKOITUTAIO-
IIMX, B OTJIMYME OT TPUOHBIX, HE TIePeaaroTCs J0Yep-
HUM oOpraHu3MaM/KJeTKaM TOCPEACTBOM KJIETOY-
HBIX IeneHuid mwm cimsHuii. UMeHHO 111 oTpazke-
HUS 3TOM criennUKA MBI OyieM MCIOJIb30BaTh s
MPUOHOB MJIEKOTIMTAIOIIUNX (PUTYPHBIE, a HE MPSIMbIe
CKOOKH.

Tot akT, 9TO0 HEKOTOPBIE TPUOHBI MJIEKOTTUTAIO-
X CYHICCTBYIOT B BUI€ MHOXKECTBA pa3HbIX IITaM-
MOB, TIOJTHOCTBIO COOTBETCTBYET (DYHIAMEHTAIbLHBIM
FeHETUYECKUM MpPEACTaBICHUSIM 00 aJIeJIbHBIX CO-
CTOSTHMSIX TeHa (pedb MAET O TeHe B KJIaCCUYECKOM
MOHUMAHUU, HE OTPAHUYEHHOM Y3KOMOJIEKYJISIPHBI-
MU TpaKTOBKaMu). B ¢Bsi3u ¢ 3TUM MBI ©UMeeM IIPaBo
paccMaTpuBaThb pa3HbIC ITaMMbl OJHOI'O 1M TOI'O K€
IIpHOHA MJIEKOIIMTAIOIINX KaK ero ajuiejibHbie (op-
Mbl. PaHee [16] moHaTHEe “TIPUOHHBIN ajljIeib” HUC-
MOJIb30BAJIOCh HAMM TOJIBKO [JIsl TIPUOHOB TpUOOB,
Ternepb MBI pACIPOCTPAHSIEM €ro U Ha IIPUOHBI MIIe-
KOMNUTAOIINX.

Crnenyer 0co00 OroBOpPHUTh, UTO JaHHOE TTOHSITUE
MPUMEHMMO JIMIIb K IIITaMMaM, TTaCCUPYEMbIM B Op-
raHM3Max WIN KJIETKaX OTHOTO M TOTO Xe Buaa. Tax,
mwrammel {PrP5 221 u ME7 oBel aJulebHBI APYT
npyry. To ke caMoe cripaBelIuBO M IS UX MBIIIH-
HBIX IPOU3BOIHBIX. OnHaKo mwTamm { PrP5} 221 osely
U pe3yJibTaT €ro ajanTaiuu y MbIeil He ajljieJIbHbI
IPYT IPYTY, a OPTOJIOTUYHBI. DTO CBSA3aHO C TEM, UTO
oBeuynii 1 MBIIIMHBINA PrP xommpyrorcss opromormd-
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HBIMU TIOocemoBaTeabHOCTIMU PRNP (opTomorud-
Hble TtocienoBarenbHocT JJHK He ammenbHbI apyT
ApyTY).

HMtak, cBoiicTBa KOHKPETHOIO ajulejisl MpUOHAa
00yCJIOBJICHBI, BO-IIEPBHIX, HYKJIEOTUIHO ITOCIEI0-
BaTeJIbLHOCThIO TeHa, KOAWPYIOIIEeTo IMPUOHHbBINA Oe-
JIOK, a BO-BTOPBIX, COCTOSIHMEM HAaHHOTO Oejika. B
COOTBETCTBHMU C 3TUM aJUjIe]IM JIIOOOTO IIPUOHA MOX-
HO paccMmaTpuBaTh KaK OMMOMYJIsSIpHBIE Hacel-
CcTBeHHBIe (dakTopsl [16]. Hampumep, KOHKPETHBIN
ayutenb {PrP5} moxet ObITh 0603HaYeH PRNP{PrP5y,
rne PRNP' — [IHKoBas nerepmuHanTa (HyKJIEOTUIHAS
MoCJIEN0BATENbHOCTL TeHa PRNP), a {PrP%Y — sniure-
HeThuyeckasi JeTepMUHaHTa (KOHKpETHasT aMUJIOUI-
Has koHpopmauus {PrP5}). Ecau corocTaBIIsIoTCs
IIPUOHBI pa3HBIX BUIOB, JOJKHA OBITh YKa3aHa 1 BU-
noBast mpuHamIexxHocTte PRNP. Hanmpumep, amnenun
22L u ME7 {PrP5} oBeu (Ovis aries) oay4aroT 060-
sHaueHUs1 OaPRNP{PrP5?’L u OaPRN P{PrP5}ME7 ¢
JIeTaau3aleil HYyKJICOTUIHBIX ITOCIEA0BaTEIbHO-
creit OaPRNP. B pe3yabTaTe agantaiyuu 3TUX ajljie-
Jeii y MBIme OyayT IIOJMy4YeHbl HMX OPTOJIOTH
MmPRNP{PrP5?l u MmPRNP{PrPME7  ondare-
TaK1 ¢ cooTBeTCcTBYIoIeH neranm3aimeii JIHKoBbIx
JIeTepPMUHAHT.

MHorna B xome aganTauMy MOpHOHAa K HOBOM
JHKoBoIi neTepMrUHaHTE €ro 3MUIreHeTudecKas ae-
TepMUHAHTA OCTaeTCsd HEU3MEHHOI; ITO-BUANMOMY,
3TO IOBOJIBHO TUIIMYHO I Apoxkeit [16]. Mexnmy
TeM Yy MJICKOIIUTAIOIINX B IIpOLeCcCe afalTalliy 3111 -
reHeTu4YecKasl AeTepMUHAHTa OOBIYHO IIpeTepIieBacT
HeKVe u3MeHeHus (ucxomHast {PrP5) npeobpasyer-
csa B {PrP%Y"). DTo NpUBOIUT K TaK HA3bIBAEMBIM
“MyTanissM TIpHMOHA”, 0COOEHHO YacTo Habmomae-
MBIM TIpY TIEPpEHOCE ITPUOHA B IPYTOid BUJ XKUBOTHBIX
[60]. B mpocTeiiiieM cirydae nmepeHeCeHHbI ITaMM
IIpHOHA OBICTPO 3aMEIIACTCSI HOBBIM, adaliTUPOBAH-
HbIM. OTHAaKO HEepeIKO Ha OCHOBE MCXOIHOM 3Iure-
HETUYECKOM MeTepMUHAHTHI BO3HMKAET CMECh pa3-
JIMYHBIX ee IIpon3BOIHbBIX [49]. boaee Toro, ecim a3ta
CMeCh HecTaOWIbHA, U3 Hee MOCTEIEHHO, Yepe3 He-
CKOJIBKO ITaccaxeil, MOXeT c()OpMUPOBATHCS HOBBII
mTaMM npuoHa [61, 62]. Ha nepBblii B3I Takoi
CJIOXHBIH ClLieHapuii He UMEeT HUYEro oOIIIero ¢ 3a-
KOHOMEPHOCTSIMU MYTallMOHHOTO Ipoiecca. TeM He
MEHee Taxke KAHOHMYECKHE TOYKOBBIE MyTalluM IIPO-
VICXOMST HE B OAVH IIIar: OHU OCYIIECTBIISIIOTCS Yepe3
JIOBOJILHO TIPOTSKEHHYIO IIPOMEXYTOYHYIO CTagulo,
B XOI€e KOTOPOM CTPYKTypa IIEPBUYHOIO ITOBPEXIE-
Hus JJHK Moxxer mpereprieBaTh 3HAYUTEIbHbBIE W3-
MCHEHMS o[, IeMCTBUEM Pa3HOOOPAa3HBIX MEXaHU3-
MOB penapauuu [63].

Ha ocHoBe OMMOOYJISIPHOTO HPUHIIMIA MOXKHO
OOBSICHUTH U CTAOMJIBHOE COCYIIECTBOBAaHUE Pa3HBIX
IIPUOHHLIX ajijiejieii B OMHOM UM TOM & OpraHU3Me
VUIA OIHOI M TOH Xe KiIeTKe. Bo-nepBhIX, IpH reTe-
PO3UTOTHOCTU OPraHMU3Ma/KJeTKu 1o TreHy PRNP
MoryT chopMHUpOBaThea 1Ba aiens {PrP%}, pasnu-



634

qafomuxcsa ceonmn JIHKoBeIMM nerepMmHaAHTAMM
(PRNPX{PrPY u PRNP*{PrP%}). Takas cuTyauus
BO3MOXHA B TOM CJIydae, €CJIM MOJIEKYJIbI IPUOHHOTO
OeJiKka, pa3jIuyalolIrecss CBOMMHM aMUHOKUCIOTHBI-
MU [OCIEA0BATEILHOCTSIMM, HE MOTYT OBITh BKITIOUE-
HBI B OIMH M TOT XK€ aMWJIOMIHbLINA arperaT. Bo-Bro-
pbIX, HA OCHOBE KOHKPETHOM aMMHOKMCJIOTHOI I10-
CJIeOBATEIbHOCTH TMPUOHHOIO OelIka MOTYT OBITh
c(OpMHUPOBaHbI pa3Hble MPUOHHBIE AJIJICJIU, pa3jiv-
YaoIIMECsT CBOMMU 3MUTCHETUYECKUMU AeTEPMUHAH-
tamu (PRNP{PrP>y, PRNP{PrP%y, PRNP{PrP%)}:
1 T.11.). HakoHell, 06a BBIIICONMMUCAHHBIX CLIEHAPUS
MOTYT OBITb peaiIn30BaHbl COBMECTHO, B pe3yJIbTaTe
yero copMuUpyeTcs CJIOXKHasE KOMOMHALMS TTPUOH-
HBIX aJIIeJICA.

Kak yxxe 66110 0TMEUEeHO Bbillle, IPUOHHbBIE aJljie-
JIV U3BECTHBI HE TOJNBKO Wi {PrP%}, Ho u wia {AB}
[59, 64]. KoHkpeTHbI amnenb {45} 110 aHAJOTUH C
PRNP{ PrP5Y MmoxHO 00603HaunTh APP{ALY. B nan-
HOM cJiyyae (pUrypHble CKOOKU JOMOJTHUTEIBHO OT-
paxaioT TOT (pakT, 4To arperatbl {Af} CIOCOOHBI
¢dopmupoBaTbCs ¥ BOCIPOU3BOJAUTHCS B MEXKIIET-
HuKax. OQHaKO 3Ta AeTajlb He UMeeT MPUHIUUATb-
HOTO 3HauYeHUs IJIs1 CYyTU HAcJeNOoBaHUS MO MYTU OT
MIpHUOHA K IIPpUOHY (puc. 1,8).

ITPUOHHBIE HYJIb-AJUIEIIN
Y MJIEKOITUTAIOIIINX

OnHVMM M3 BO3MOXHBIX aJJIeJIbHBIX COCTOSIHUI
KOHKPETHOTO TeHa SIBJISIETCSl €T0 HYy/b-ajUlelb, T.€.
rosiHoe orcyTeTBue. 1o aHanoruu orcyrersue {PrP5}
MOXHO paccMaTpuBaTh B KAU€CTBE MPUOHHOTO HYJIb-
annens. JlaHHOe COCTOsSTHUE TPaaullMOHHO 00O03Ha-
yaror PrP¢ (naruBHag kondopmanusa PrP). Mbl no-
JlaraéM, 4TO 3TOT CHUMBOJI JIOTUYHEE 3allMUChbiBaTh
CTPOYHBIMU OyKBaMHu: {prp}, Mono6HO [psi~] y Ipox-
Xeli. BaxkHO OTMETUTD, UTO CXOACTBO MEXMY [psi—| 1
{prp€} He orpaHMYMBaEeTCA OTCYTCTBUEM COOTBET-
CTBYIOIIETO TIPMOHA: M3BECTHbI pa3Hble BapUaHTbI
Kax [psi~], Tak u {prp®}. Huxe MBI KpaTKo paccMOT-
PUM 3TO SIBJICHUE.

Y npoxckeii pa3nnyaroT Tpu Tula [psi-|]. Takoe ne-
JIEHME OCHOBAHO Ha MX CITOCOOHOCTU KOHBEPTHUPO-
BaTb B cocTosiHue [PSI'] B pesyabrare LUTOLYKLIUUA
1 6enkoBoit TpaHchopmauuu. [lepBoiit TUIT Tpea-
cTaBlieH Hynb-ajutenamu SUP35¥|psi~], toe ref 060-
3HayaeT TUIIOBBIE ITociaenoBaTeabHocT SUP35 ¢
OOBIYHBIMM BapuaHTaMU HYKJIEOTUIHOTO MOJIUMOP-
¢usma, He BausoIIMMHU Ha cBoliictBa SUP35p.
Hynb-annenu maHHOrO TUIa CHIOCOOHBI KOHBEPTU-
poBathb B SUP35Y[ PST*] npy BHECEHUU B KJIETKY ILIK-
POKOTrO CIIEKTpa aMUJIOUIHBIX MaTpuil [ 16, 65]. Bro-
POl TUIl HyJib-ajjiedeid MpeacTaBjieH MOJeKyJdaMu
SUP35p, nMerolmmMn HaTUBHYIO KOH(MOpMaIuio, HO
HEOObIYHYIO aMUHOKHUCIIOTHYI IOCenoBaTeb-
HOCTb, JJII NMPUOHMU3ALMM KOTOPOU HEOOXOAMMBI
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cnenuduyecKkue aMuionaHble Matpulibl. OgHOMN 13
HaunboJiee M3BECTHBIX HYJb-ajljiejieil TaHHOTO TUIIa
asnsgerca SUP35PM?[psi~| [40]. HakoHew, Hy/Ib-aj-
JIeJIU TPEThero TUIa MIPUHLIMUITMAIBHO He KOHBEPTU-
pyeMbl B coctosinue [PSTT]. ApkuM npuMepoM siBJisi-
erca SUP35*N[psi-] — 6enox SUP35p, MOIHOCTBLIO
JIMILIEHHBI MpUOHHOTO JoMeHa [37, 38].

Xots monmumopdusm reHa PRNP n3ydeH He CTOJIb
noapoOHO Kak B ciaydae SUP35, yXe ceitgyac M3BECTHBI
ayutenu {prpC}, pasIMJaIOLINECs CBOEH CITIOCOOHOCTHIO
KOHBEPTUPOBaTh B {PrP%}. IIpooeMOHCTPUPYEM 3TO
HECKOJIBKMMU HaIISITHBIMKU TTpuMepamMu. ITproHHbIE
Hynb-aiemd OaPRNP"Rprp©t ' OaPNRPRR{prp}
KOHTPACTHO pearupyloT Ha BBEICHHME B OPraHU3M
OOBLIYHBIX OBeUbMX { PrP%): nepBblil 5PHEKTUBHO KOH-
BepTupyeT B Oa PRNP"RO{PrP5}, a BTopoii MOTHOCTHIO
HEUYYBCTBUTEJIEH K TAKOMY Bo3neicTBHIO [66]. [TproH-
Hble  Hymb-auienu  Ko3  ChPNRPK?prpCy  n
ChPRNP???{prpC} pe3ko pas3InyaloTcss IO  CHEKTPY
AMMWJIOMIHBIX MaTpul { PrP%}, cloCOGHBIX MHAYLIMPO-
BaTh MPUOHMU3ALMIO cooTBeTcTByIOIMX PrP [67]. Ha-
KOHell, MoIHas nenenusi reHa PRNP (maHHbBII TeH He
SIBJIIETCS] KU3HEHHO BaXXHBIM [68]) 0OycioBiIMBaeT
TaKOM NMPUOHHBIA HYJIb-aJUIEb, KOTOPBIA B IPUHIIU-
Tie HE MOXKET ObITh KOHBEPTUPOBAH B { PrP5}.

CrenyeT mom4epKHYTh, YTO K HACTOSIIIIEMY BpeMEHU
Y MJICKOITMTAOIINX HEM3BECTHO HU OTHOTO IIPUOHHOTO
HyJIb-aJlleNs, aHajgoruunoro SUP35*N[psi~] y apox-
Xxeii. TeM He MeHee 00Ias 3aKOHOMEPHOCTD BITOJTHE
OYEeBUJIHA: U Y TPUOOB, U Y MJIEKOITUTAIOIINX CBOM-
CTBa KOHKPETHOI'O IPMOHHOIO HY/Ib-aJUIeNsI COB-
MECTHO IeTePMUHHPOBAHBI HE TOJBKO OTCYTCTBHEM
MIPUOHHBIX YACTUII, HO U HYKJICOTUIHOM ITociea0oBa-
TEJILHOCTBIO COOTBETCTBYIOIIETO Ir'eHa. Takum obpa-
30M, OMMOIYJISIPHBIM MPUHLUI B PAaBHOM CTENEeHU
MIPUMEHUM KaK K TIPUOHHBIM aJUIe/IsIM, TaK U K TIpU-
OHHBIM HYJIb-aJUIEJISIM.

SAKJIFTOYEHHME

Nnes o ToM, 4To O€IKU MOIJIM Obl BBIIOJHSTH
(GYHKIIMIO TEHETUYECKOTO Marepuana, Hemonona. B
KoHIIe 20-X TOJ0B MPOIILIOro BeKa, KOTJa XpOMOCOM-
Hasl TeOpUsI HACIEACTBEHHOCTH €Ille TOIbKO (DOpMU-
poBajiach, OOJIBIIMHCTBO T€HETUKOB II0JIarajao, YTo
HOCUTEJISIMU HacCJICACTBEHHOW WHMOpMaLUU SIBJISI-
10TCs1 UMeHHoO 6enku, a He JIHK [69, 70]. Takasg Tou-
Ka 3peHMUsI Ka3anach BIIOJIHE 000CHOBAHHOI C y4€TOM
0OoJice CIOXKXHON MOJICKYJISIDHOM opraHusaluu 0es-
koB. C oTkpbiTeM reHeTndecKoii poau JHK [71, 72]
9Ta unes OblIa HAJZOJITO MOXOpoHeHa. B pesynbrare
Bo3Hukia JHKoBass Teopusi HaciaeqCTBEHHOCTU
[73], B cOOTBETCTBUU C KOTOPOM MPUHUMAINU 34 aK-
CHOMY, YTO JIIOOBIE HACJIeACTBEHHBIEC (PaKTOPHI MMEe-
oT uckmouurtenabHo [JHKosyto npupony. I1pu atom
Bce (pyHIaMeHTaIbHbIE TeHETUYSCKUE IOHSTUS (TeH,
aJlIeJIb, TEHOTUII, MyTallXs U T.I1.) OKAa3aJIMCh XKECTKO
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Puc. 2. I3MeHeHMsI TIPMOHHBIX ajljIeieil U MPUOHHBIX HYJIb-aJUIe/Ieid Ha IpUMepe pa3InIHbIX BAPUAHTOB [PSfr lulpsi’].a—
06OGILIeHHasT cxeMa ayuteneid [psi~|; 6 — 0600IweHHas cxeMa ayuteneil [PST|; é — pasHoo6pasHble n3MeHeHns: ajuteseii [PSTT]
U [psi~|. 3akpallleHHBIMU IIPSIMOYTOJIbHUKAaMM 0003HaY€HbI HYKJICOTUAHBIC MTOCIeI0BaTeIbHOCTU reHa SUP35; 3aKpallleHHbI-
MU MeJKuMK Kpyramu — SUP35p B HaTMBHOM KOH(MOpMALIMK; 3aKpallleHHBIMY KBaapaTaMy U TPEYTOJIbHUKAMU — pa3indHble
BapMaHThI TpruoHU3upoBaHHoro SUP35p; yepHBIM, TEMHO-CEPBIM 1 CBETJIO-CcepbIM 1IBeToM — pas3Hble JJHKoBbIe merepmu-
HAHTBI M COOTBETCTBYIOILIIME UM aMUHOKUCIIOTHBIE MOciienoBaTeibHOCTU. Llnudpamu B kpyrax obo3HayeHsl: | — amiens [psi |,
CITOCOOHBIIT KOHBEPTUPOBATH B [PS]+ |; 2 — rereposurora [psi_ |/ [PSﬁ ], BO3HUMKILAs cpa3y HOc/e CausaHus KieTok SUP35 [psi™| u
SUP35¢ [PST'Y; 3 — reteposurora ¢ nByMsi pasHbIME aiessimu [ PST ], BO3HUKIIAs U3 2 B pe3y/bTaTe MapaMyTalnm; 4 — ai-
JieNb [PS1+], BO3HMKIIMI B pe3yJibTaTe crioHTaHHOU nmpuoHu3auuu SUP35p B 1; 5 — HOBbI TPUOHHBIN aJljie)ib, BOSHUKIIMWIA
B pesyabraTte nsmeHnenus JIHKoBoit netepMuHaHTbI B 4; 6 — HOBBIf IPUOHHbIN ajlie/ib, BOSHUKIIUI B pe3yJbTaTe U3MEHEHUsI
SMUTEHETUYECKOM JETEPMUHAHTHI B 5; 7 — aJutenib [psi~ |, HECIIOCOOHBI KOHBEPTUPOBATh B [PSIJr ]. A1 KaXKmoro IIpuoOHHOTO
aJuiesisl Uiy HyJIb-aJljIesisl IPEeICTaBIeHO ero OMMoayIsipHoe onvcaHue. Mi3ameHeHue n1000ii U3 IBYX NeTEPMUHAHT WU OIHO-
BpPEMEHHO 00euX, €CJIM OHO CTaOMJIbHO U HE JIETAIbHO, MPUBOAUT K BOSHUKHOBEHUIO HOBOTO OMMOYJISIPHOTO aJlIessl.

MPUBSI3aHHBIMU K TIEPBUYHOIN CTPYKTYpPE MOJICKYJT
JIHK. To ke caMoe Npou301LJIO U C IOHATUEM “Te-
HETUYECKMIA”.

ITonbITKU paccMOTPETh XOTS Obl TEOPETUYECKYIO
BO3MOKXHOCTh HACJIEACTBEHHOI POJIM T€HHBIX ITPO-
IYKTOB [74—77] He mpuBIeKaIu K cebe cephbe3HOTO
BHUMaHUS. TOJIbKO MOCJe OTKPBITUSI TAKUX SIBICHUI
KaK KOPTUKaJIbHAsI HACIIEACTBEHHOCTh Y MH(DY30pHii
[78], HacneqoBaHue LeHTpUOJeit [79], mpUOHEBI TpU-
60B [44, 80], HacaenoBaHUE TMCTOHOBOrO Koaa [81],
aJIbTepPHATUBHbBIE COCTOSTHUS OaKTepHUATbHBIX SITUTE-
HOB [82] u T.II. Mmess GEIKOBOM HACIEACTBEHHOCTH
HayaJjia IoCTeNeHHO CTAaHOBUTBHCSI OAHUM U3 3JIEMEH-
TOB HEKAHOHMYECKOM TeHeTuKu [83].

B mipuoHHOiT TeMaTuKe 3Ta naest Gblia peodpa-
30BaHa B TaK Ha3bIBaeMylo “protein-only” ruroresy
[43, 56, 84, 85], B COOTBETCTBMU C KOTOPOM “prion
strain specificity is believed to be encoded at the level of
protein conformation” (cM. [48], p. 99). anHas rumo-
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Te3a BIIOJIHE CIIpaBEIIMBA B TOM CMBICJIE, UTO MH-
(EeKIIMOHHBIM areHTOM SIBJISIETCS MCKJIOUUTEIBHO
6enok. OgHako clioBocodyeTaHue “protein-only” mo-
pOXIaeT HEBEpPHOE BIEUaTICHUE, YTO BCE CBOMCTBA
HOBBIX TTOKOJICHUI TPUOHHBIX YaCTULL TeTePMHUHU-
pOBaHEI COCTOSTHUEM “ponuTesibckux”’. Ha camoM xe
Jiese CBOMCTBA “mouepHUX”’ YaCTHUI] OOyCIIOBJIEHEI HE
TOJBKO COCTOSIHMEM Oelka B “pOmUTEIbCKUX” 4Ya-
CTHIAX, HO HYKJICOTHUIHOM IIOCJIENOBATEIbHOCTHIO
COOTBETCTBYIOIIETO IeHa, BeAb aMUHOKMCIOTHAS IO~
CJIeI0BaTEIbHOCTh TPUOHHOTO OeJIKa TOXe Cylle-
CTBEHHO BIIMsIET Ha 3TH cBolicTBa [50, 86, 87]. Takum
ob0pa3oM, OMMOIYASIPHBINA IIPUHIIMIT CYIIECTBEHHO
ajekBaTHee “protein-only” runore3nl. bosiee Toro,
OH 00ecIIeunMBaeT IPOCTYIO U YIOOHYIO CUCTEMY 000-
3HAYEHUU TIPUOHHBIX ajjiejeil U MPUOHHBIX HYJb-
ajuienieii (puc. 2).

IlepBrIif 1Iar K BKIIOYEHUIO MIPUOHOB B €AUHYIO
CHCTEMY HAaCJIEICTBEHHBIX (PaKTOpOB ObLI caeiaH
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Ta6mmma 1. PasHooOpa3ue ajuresnieil 1o Ux JOKaJIU3allui U MOJIEKYJIIPHOM TTpUpoIe

MonexynsspHasi IpUupoa ajlieneit

I[MpuHLIMI K1accupuImpoBaHUs

KaHOHMNYECCKasd

HEKaHOHHNYECCKasd

Jlokammzaums (KaHoHndeckast
ajeneit (XpoMOCOMHasI)

xpomocomHoit JHK!

Annenu, o0ycJIOBJIEHHBIE TTOJIMMOP(PU3ZMOM
HYKJICOTUIHBIX ITOC/IeI0OBATEIbHOCTEM

Onuajienu, 00yCIOBJIeHHbIE CTeTIEHbIO

MeTWIMpOBaHus xpomocoMHom JIHK

MNJIN THICTOHOBBIM KO,I[OM2

HHKB, 4

Hexanonmnyeckas | Ajjienn, 00yCIOBJICHHBIE ITOJIMMOP(OU3MOM
(HEeXpOMOCOMHasI ) | HyKJIEOTUIHBIX MOC/IEN0BATEIbHOCTEN
MUTOXOHAPUATBbHOM, IIJTACTUIHOM,
HYKJICOMTHOM, TUIa3MUAHOM UJIM BUPYCHOM

Autenn, oOyCIIOBJIEHHBIE
HEXPOMOCOMHBIMU SIUTEHETUUECKUMU
JeTepMUHAHTAMM (TIPUOHU3UPOBAH-
HBIMU COCTOSIHUSIMU OEJTKOB, MaJIbIMU
PHK, pazauuusimMu B CTpyKType
KOpTeKca, albTepHATUBHBIMU
COCTOSIHUSIMU OaKTepUaIbHBIX
armreHoB U T.IL) [19]

! CI10COOHBI K MEHACJIICBCKOMY HaCJI€JOBaHUIO.

CnocoOHBI K MEHIEJIeBCKOMY HacleIOBaHUIO, €CJIU MEMOTUYECKU CTaOWIIbHBL.

He cnoco6HBI K MCEHJICJIICBCKOMY HAaCJICJOBAaHUIO.

YV HEKOTOPBIX BUPYCOB aJlJIeJ I 00YCIOBJIEHBI MTOJIMMOP(MU3MOM HYKJIEOTUIHBIX TTOcaenoBareIbHocTei reHoMHoir PHK.

FO.0. YepHoBbIM [83], IpeaIoKUBIINM pacCMaTpr-
BaTh IPUOHU3UPOBAHHOE U HATUBHOE COCTOSIHUS
oenka SUP35 B kauecTBe ayutesieil. B manpHelimem
Wickner u coaBr. [88, 89] mpenioxuin cuuTath Ipuo-
HBEI TprOOB OenkoBbIMM TeHamm. Tuite [90] oOparmn
BHMMaHNE Ha To, 4To Irepexon SUP35p 13 HaTuBHOM
KOH(pOpMAaLIU B TPUOHHYIO Y THOpUIOB [psi~] X [PST]
COOTBETCTBYET MOHSITUIO TTapaMyTalusl (M3MEeHEeHUE
OHOTO U3 IBYX aJUlejieil B reTepO3UTOTe, BhI3BAHHOE
ux crienuduyeckuM B3anMonaerictsueM) [91, 92]. B
2017 1., omupasich Ha U3JI0KEHHBIE BBILIIE COOOpaxe-
HUSI, Mbl pa3paboTaii KOHUEHLUIO OMMOIYJISIpPHO-
CTM TIPUOHHBIX ajljieJieii U Hy/lb-ajuieaeid y rpubon
[16]. B HacTosIeit paGoTe MBI IejlaeM CIIeTyIOIIHi
1Iar: pacrpoCcTpaHseM Hallly KOHIEIIUIO Ha TIPUO-
HbI MJIEKOITUTAIOLIX.

MdeHoMeHOJIOTUST TIPUOHHBIX ajuiesieill y rpuboB U
MJICKOIMUTAIOIIUX O4YeHb Oam3Ka. B oboux ciayyasix
pedyb uaeT O OENKOBBIX MH(EKIMOHHBIX YacTUIIAX,
CITOCOOHEBIX K BOCIIPOM3BEICHUIO B OPTaHM3MAaX WA
KJIETKAX C COXpAaHEHUEM CBOUX N VIVO WU In Vitro Xa-
paKTepUCTUK (IIpH IMacCCUPOBAHUU Ha (POHE U30I€H-
Hoii romo3urotHoit [IHK). Ha mepBoiii B3misia mpu-
OHHEBIE aJUIEIN — 3TO HeKasl 9K30THUKa, HEIOCTOMHAs
BKJIIOYCHUSI B OOIereHeTUYeCcKMe KoHuenuuu. Of-
HAaKO COBpeMEHHasl IeHeTHMKa 3HaKoMa C MHOXKe-
CTBOM HEKaHOHMYECKUX siBneHuii. Ha panHux sTa-
Max pa3BUTHUS T'€HETUKHU BCE HaCJIEACTBEHHBIE (haK-
TOPHl MMEJIM XPOMOCOMHYIO JIOKQJIMU3aluIo, 4YTO U
IIPUBEIO K XPOMOCOMHOI T€OpUU HACIEICTBEHHO-
ctu. Ho ¢ OTKpBhITHEM HEXPOMOCOMHOI'O HACIEI0BA-
HUS CTAJIO SICHO, YTO CYIIECTBYIOT aJUIeJIM C HEKAaHO-
HU4YecKoit nokanu3auueit [93, 94]. Ipyras KaHOHU-
yeckasi TOYKa 3PEHMsSI COCTOsla B TOM, 4YTO BCE
HacaencTBeHHbIe (pakTopsl nMeroT JIHKoByo nmpn-

pony [73]. Ho u sTa uges oka3zajlach HEBEpHOI1: Ha
pyoexe XX n XXI BeKoB OblJIa OTKPBITA SITUTCHETH -
yeckasl HacJIeACTBEHHOCTh [95, 96]. IlpuoHHbIe a-
JIeJIU SIBJISIIOTCS HEKAHOHUYECKUMU U TI0 CBOE MO-
JIEKYJISIPHOM MPUPO/JIE, 1 110 JIOKAJTM3aLIMU, Tpru1aBas
TE€M CaMbIM JIOTUYECKYIO 3aBEPIIEHHOCTh COBPEMEH -
HbIM MpeACTaBJIeHUSIM O pa3HOOOpa3uM Hacjel-
CTBEHHBIX (hakTOpoB (Tab:. 1).

B Ta61. 2 pazHooOpa3ne IMPUOHHBIX SIBICHUI CO-
MOCTAaBJIEHO C SIBJICHUSIMUA KAHOHUYECKOM TeHeTUKU.
Cy1iecTBEeHHOE CXOACTBO 3THUX SIBJICHMI OTKPBIBACT
IIMPOKUE MTePCIEKTUBHI IJISI IIOCTPOSHUSI COBPEMEH-
HbIX TEHETUUYECKUX KOHLEILWI, B pAaBHOMU CTEIEHU
OXBaThIBAIOIIMX KaK KAHOHNYECKYIO, TaK 1 HEKaHO-
HHUYECKYIO (PaKTOJIOTHIO.

ABTOop mIyooko OmaromapeH C.A. boHpapeBy u
O.A. TapacoBy 3a IUIOOOTBOPHBIC TUCKYCCUU O OMMO-
IyJISIpPHOM opraHu3aluu NpuoHos, a Takxke E.O. Tuxo-
JIeeBOM 3a TTOMOIIb B ITOATOTOBKE PUCYHKOB.

PabGora BeImosiHeHa npu noaaep:kke MuHUCTEp-
CTBa HayKM M BBICIIErO0 oOpa3oBaHUs1 Poccuiickoii
Ddenepauny B COOTBETCTBUM ¢ coramneHueM Ne 075-
15-2020-922 ot 16.11.2020 0 npemocTaBlIeHUU rPpaHTa
B Bume cyocuaum u3 PepepanbHoro dOromkera Poc-
cuiickoii @enepanuu. [paHT MpenocTaBieH B paM-
KaxX rocyl1apcTBEHHOI MOMAEPXKKM CO3MaHUs U pas3-
BUTUSI HaydHOTro 1IeHTpa MUPOBOTO YpOBHS “Arpo-
OMOTEXHOJIOTUH OydyIIero”.

Hacrosmag craths He COIEepKUT KaKMX-JIN00 NC-
CcJIeJOBaHUM C UCIIOJB30BaHMEM B KaUueCcTBE OOBbEKTA
XUBOTHBIX.

Hacrosiimas ctatbs He COIepKUT KaKMUX-JIMOO 1C-
cJIeDOBAaHUI C yJacTHEM B KaueCTBE OOBEKTa JIIONCH.
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Prions as Non-Canonical Hereditary Factors
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The present review concerns the diversity of prions (proteinaceous infectious particles) and the mechanisms
of their reproduction. Various strains of the same prion are considered. We demonstrate that any prion strain
regardless its molecular organization and species identity, under passaging on the isogenic homozygous back-
ground, is per se a virus-like hereditary factor. Its features depend on (i) the amino acid sequence of the prion
protein that is encoded by the nucleotide sequence of the corresponding gene, and (ii) the state of the prion
protein. Alteration of any of these two parameters, if stable and non-lethal, leads to a novel strain of the prion.
Thus, contrast to canonical hereditary factors, prion strains are of more complex (bimodular) molecular na-
ture. The bimodular principle is also very useful for describing any prion~ states. Inclusion of prions in the

general system of hereditary factors is considered.

Keywords: protein-based inheritance, prions, prion strains, bimodular hereditary factors.

TEHETUKA TtomM 58 Ne 6 2022



EDN: TWWPCA
TEHETHKA, 2022, mom 58, Ne 6, c. 642—660

OB30PHBbIE
N TEOPETNYECKUE CTATbU

YIK 57.017.64:581.1

OUTOITATOTEHBI 1 MOJIEKVYJIAPHASI MUMUKPUA
© 2022 r. W. E. Jonyesas *, M. A. Jlebenena', JI. A. JIyrosa!

! Canxm-Iemepbypeckuii eocydapcmeennviii ynugepcumem, Cankm-Ilemep6ype, 199034 Poccus
*e-mail: Wildtype@yandex.ru
IMoctynuna B pegakuuio 29.11.2021 1.

IMocne mopa6orku 30.11.2021 1.
Ipunsara K myonaukamuu 12.01.2022 1.

KosBomonust pacteHuid 1 UX TTaTOTEHOB SIBJISIETCSI TIPUMEPOM “TOHKM BOOPYXXEeHUI” Mexny akTopaMu
BUPYJIEHTHOCTH ITATOTEHOB 1 UMMYHHOIi CUCTEMOM pacTeHUs-Xo3siuHa. [1py 3TOM maToreHbl UCTIONIb3YIOT
pa3HOOOpa3HbIe CTpaTeruu, B TOM YMCJIe — OCHOBaHHBIE Ha MOJIEKYJISIpHOI MUMUKpUU. B reHoMax uto-
MMaTOTeHHBIX OPTaHU3MOB Pa3HBIX TPYIN UAESHTU(DUIIMPOBAHBI TeHBI, TPOAYKThI KOTOPBIX CXOAHBI C OMpe-
JIeJICHHBIMU TpyIaMu 0eJIKOB pacTeHUil — (hepMeHTaMU JeCcTabuIn3allui KJIETOYHBIX CTEHOK, TIpele-
CTBEHHUKAaMM NEeNTUIHBIX (GUTOTOPMOHOB U T.1. B 4acTHOCTH, CIIOCOOHOCTH IPOAYLMPOBATh 3(hHEeKTOPHI,
KOTODBIE UCITOIb3YIOTCS ISl U3BMEHEHMSI POCTa PACTEHUSI-X035IMHA Y TTOAABJICHUS €T0 3allIMTHBIX peaKInii,
MOJTy4YrJyia IIUPOKOe pacpocTpaHeHUe cpeau (pUTONMaToreHoB U3 Pa3HbIX LIAPCTB XKMBOTO MUpa — GaKTe-
puit, TpUGOB U KUBOTHBIX (2 UMEHHO HeMaTtom). B HacTostiemM 0630pe MBI paCCMOTPUM OCHOBHBIE ITpUMe-
DBl MOJIEKYJISIPHOM MUMUKPUY, OOHApY>KEHHbIE B ITaTOreHaX pacTeHUIA.

Knroueegwvie cnoea: MoneKysipHass MUMUKpPUS, (PUTONATOIE€HBbI, 0AKTepPUH, TPHUObI, HEMATOIbl, KO3BOJIIOLIMST
pacTeHUil 1 IMaTOTeHOB, TOPU30HTAIbHBINM IIEPEHOC T'€HOB.

DOI: 10.31857/S0016675822060030

MonexkynsipHass MUMUKPHUSI — CTpaTerusi BDKUBA-
HUSI T1apa3nuTOB, TIPY KOTOPOM MOJIEKYJISIPHASI CTPYKTY-
pa 0eJIKOB Mapa3nuTOB BOCIIPOM3BOIUT CTPYKTYPY OITpe-
JIeJICHHBIX OEJTKOB X03s1MHA. B ciyyae >XKMBOTHBIX pedb
UJIET, KaK MPaBUio, O MUMUKPUM MaTOTeHAMU UMMY-
HOPETYJISITOPHBIX OCJIKOB XO3SIMHA; KPOME TOTO, IIO-
BEPXHOCTHBIE AHTUT€HHBIE NETEPMUHAHTHI Iapa3uTa
MOTYT COBIAgaTh ¢ aHTUreHaMu xo3siuHa. CXOICTBO
AMUHOKWCJIOTHBIX ITOCJIEA0BATEeIbHOCTE 1/MI KOH-
¢dopmai MexXy OeJIKaMu XO3siMHa U IaToreHa (Tak
Ha3bIBaeMasl epeKpecTHasi peaKTUBHOCTD) BhI3bIBa-
€T ayTOMMMYHHBII OTBET. 3a MOCJIeAHNUE TOIbI OBLIO
IMOKa3aHOo, YTO TaKask MOJIEKYJIsIpHAasE MUMUKPUSI SIB-
JISIETCSl OTHUM U3 OCHOBHBIX MEXaHU3MOB Pa3BUTUS
ayTOMMMYHHBIX 3a0ojieBaHuii. Hampumep, Bupyc
Onmreitna—bappa (EBV) cumTaercd OCHOBHBIM
MHMEKIMOHHBIM areHTOM, CBSI3aHHBIM C paccesiH-
HBIM CKJIEPO30M — ayTOMMMYHHBIM 3a00JIeBaHUEM Y
JIIoAeii, KOTOpoe MPUBOIUT K IIPOTrPECCUPYIOIIEMY pa3-
PYLLICHUIO MUEJIMHOBBIX 000JI0YeK akcoHOB. Hanmuue
CTPYKTYPHOI TOMOJIOTUU MEXIYy OCHOBHBIM OEJIKOM
MUEJIMHA U onpeaeiaeHHbIMA nienTuaamu EBV nmpuso-
JINT K IEPEKPECTHBIM PEAKTUBHBIM ayTOUMMYHHBIM OT-
BeTaM, 4TO CITOCOOCTBYET pa3BUTHIO 3a00ieBaHusd [1].

BMmecTe ¢ TeM MOJIEKYJISIpHAsT MUMUKDPHUS TaKXe
HIMPOKO PACIpPOCTpaHeHA CPEI MTATOI€HOB BBICIIINX
pacrenuii. HazeMHbIe pacTeHUS XUBYT B ITOCTOSTHHOM
B3aMMOJENCTBUM C IPYTUMU OpTaHU3MaMU, IIPENMY-
IIECTBEHHO C MUKPOOPraHM3MaMM, C pa3sHOoOpas-

HBIMU KM3HEHHBIMU CTpaTerusMu (0T cCMMOMO3a 110
HEKpOTpOo(HOTO nmaToreHe3a), Ipu 3TOM MEXKIy pac-
TEHUEM-XO35IMHOM U B3aMMOJICICTBYIOIINMU C HUM
OpraHu3MaMu IIPOUCXOIUT ITOCTOSIHHBIN OOMEH CUT-
Hajlamu [2]. U3BecTHO, 4TO HEKOTOpPbIE TPYIIbI (Dr-
TOIIATOT€HHBIX OaKTepuii, rprOOB, HEMATOI IPOIY-
LUPYIOT U CEKPETUPYIOT B TKAHU PACTEHUSI-X035IMHA
0eJIK1, UMUTUPYIOLIIME OCJIKM PaCTeHUI ¢ pa3HbIMU
GyHKUIMSIMY, HanpuMep (e pMeHThI-IeCTa0MIN3aTO-
PBI KJIETOUHOM CTeHKU [3], mpeniecTBeHHUKM TIe-
TUAHBIX (DUTOTOPMOHOB pa3HbIX Ipymil [4] u T.10. bo-
JIee TOro, MOJIEKYJIsIpHast MUMMKPUS B ciiydae (puTo-
MIaTOT€HOB HE OrPaHMYMBAETCS TOJBKO OEIKaMM: B
YaCTHOCTH, LIEJIbIA psifl B3aMMOACHCTBYIOIIUX C pac-
TEHUSIMU OPraHU3MOB (KaK “BpemHBIX”, TaK U “IIO-
JIE3HBIX”’) MOXET IIPOAYLUPOBATh (PMTOTOPMOHBI U
JIIpyTHe pEeryjsiTopbl pOCTa PACTE€HUU HEOEIKOBON
npupomsl [5—8].

[Mo-BunuMoMy, CIIOCOOHOCTb K MOJIEKYJISIpHOI
MHUMMKPHUH BO3HMKAJIa HE3aBUCHUMO Y Pa3HBIX IPYIIII
B3aMMOJCUCTBYIOIIUX C PACTEHUSIMU OPraHU3MOB,
IIpUYeM IJIsl psiia IIPUMEPOB MOXHO C BBICOKOM Be-
POSITHOCTBIO MPEANOJOXUTh €€ BO3HUKHOBEHUE 3a
CUYeT KOHBEPIeHTHOM 3BOJIIOLIMY MATOTeHa U XO3sIMHA
WJIN K€ 3a CYET TOPU3OHTAIBLHOIO IIepeHOoCca IT'e€HOB
(T'TID) [9, 10]. Tak, oOMmIMpPHBII (UIOTEHETUIECKUIA
aHaJIM3 MoKasall, 4YTo He MeHee 3.5% reHoB uTona-
pa3sUTUYECKUX HEMAaTol, B OCOOCHHOCTHM — TICHHI,
CBsI3aHHBIE C PETY/IILIMEN IMapa3uTu3Ma, UMEIOT He-

642



OUTOITATOTEHBI U MOJIEKVYJIAPHAA MUMUKPUA 643

KMBOTHOE IIPOMCXOXIEHNE 1 MOIJIM OBITh IIprOOpe-
teHbl nyTeMm I'TII" ot 6akTepuit wiau rpudos [10—12].

HekoTropbele BapuaHTBl MOJEKYJISIPHOM MWMMWK-
pUU pacIpoCcTpaHeHbl OYEHb IIUPOKO: K MpUMEDY,
CHOCOOHOCTh K OMOCHHTE3Y WMHIOJWI-3-YKCYCHOM
kuciiotel (MYK) u murtokumamnzos (LIK) oyens mm-
POKO pacIpocTpaHeHa y pa3HbIX IPYIII MPOKapUoT U
SYKApUOT U UCHOIb3YETCI MHOTMMU U3 HUX JJIs1 B3a-
UMOIEMCTBUS C pacTeHusaMu |3, 6, 13]. C npyroii cto-
POHBI, y HEKOTOPBIX (DUTOMATOTEHOB UMEIOTCSI CBOU
YHUKAJIbHbIE BAPUAHTHI MOJIEKYISIPHON MUMUKPUU:
HaIlpUMep, HaJM4ue XOpU3MaTMyTa3 M (DEepMEHTOB
TUAPOIN3a KJIETOYHON CTEHKU Cpelau HeMaToJn Xa-
paKTEepHO TOJLKO JISI BUIOB, Mapa3sUTUPYIOIINX Ha
pactenusx [9, 14].

3ayacTyro OAMH U TOT K& (PUTOIMATOTeH UCTIOIb3Y-
€T JIJI1 KOJIOHM3alluu OpraHr3Ma X03siMHa cpasy He-
CKOJIBKO CTpaTeruil MOJIEKYJSIPHOU MUMUMKPUU: K
MpUMeEpy, Te Xe (duTonapasuTUYEeCKUe HeMaToIbl
moryT Tipoxyuuposath LK [15], addekToprl, B3an-
MoJieficTByIOIINE C OeJIKaMU TTOJIIPHOTO TpaHCHOpTa
MNYK [16] u otBeTa Ha UYK [17], bepMeHTBI-MOOM-
dUKaTOPHI KJIeTOYHOI cTeHKM [3] 1, HaKOHeI, TIeT-
TUAHbIE (PUTOTOPMOHBI TPEX pa3HbIX ceMeUcTB [18].
B Tabn. 1 mpencraBiieHbl MPUMEPHI MOJEKYJISIPHOMN
MUMUKPUU, XapaKTepHble IS pa3HbIX TPYIIl opra-
HU3MOB, B3aUMOJEUCTBYIOIINX C PACTEHUSIMU.

PazmuHble cTpaTteruy MOJIEKYJIIpHON MUMUKPUU
ITOMOTAIOT (PUTOIMATOTeHAM U APYTMIM B3aMMOICHCTBY-
IOIIMM C PACTEHUSIMU OPraHU3MaM IPeON0JIeTh 3aLNT-
HYIO CUCTEMY pacTeHUs 1/WIN MOMYJIMPOBATh €To (hU-
3UOJIOTHIO, CIIOCOOCTBYsI OoJiee YCIEITHONM KOJOHU3a-
LI pacTeHUs-Xo3simHa. B 00630pe MBI paccMOTpUM
MPUMEPBI MOJIEKYJIIPHOI MUMUKPUU Y Pa3HBIX TPYITIT
(puTONATOreHOB, MX POJIb BO B3aMMOIEHCTBHUU ITaTO-
TEHOB C PACTEHUSIMU-X03sIEBAaMU U BO3MOXHOE 3BO-
JIIOLIMOHHOE TIPOUCXOXICHUE.

OCHOBHBIE CTPATETMU MOJIEKYJIIPHON
MUMHUKPHUHN Y DUTOITATOI'EHOB

B cooTBeTcTBUM € TeM, KaKiie UMEHHO MOJIEKYJIbI
pacTeHHUsI-X03sIMHA BOCIIPOM3BOIATCS (PUTOMNAaTOre-
HOM, MOXHO BBIAEJIUTb HECKOJIbKO HaIpaBJICHUIA
MOJIEKYISIPHOM MUMUKPHUH, UCIIOIb3yeMOIi (puTOma-
TOT€HAMM [Jisi KOJIOHU3aluMKU pacTeHuil. Hiuke Mbl
OoJiee MOAPOOHO OXapaKTeprU3yeM OCHOBHBIE U3 3TUX
HaIpaBJIEHUA.

OgHUMUY U3 HanboJIee U3BECTHBIX (PUTOIMATOIeHHBIX
OPTraHU3MOB, KOTOPbIE YaCTO MCITONB3YIOT pa3HbIe Ba-
PUMAHTbhl MOJIEKY/ISIPHOM MUMUKPUU JIJIS 3apakKeHUsI
pacTeHUIA, IBJISTFOTCS HEMATO/IbI, MApa3sUTUPYIOIINE Ha
KOpHSIX pacTeHuit. [10CKONbKY X IpuMephl MOJIEKY-
JIIPHOIT MUMMKPUM Haubosiee pa3HOOOpa3Hbl U XOPO-
IO M3Y4YEeHBI Ha CETONHSIIHUNA IeHb, B HACTOSILIEM
0030pe MM OyHeT yueaeHo HanOoJbIlee BHUMAaHME.

Cpenu putomapasuTUIECKUX HEMATO, €CTh 9KTO-
U BHIOMNAPa3UThI, KOTOPbIE MOTYT OBITb MUTPUPYIO-
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myuMr WM cuassanMu [ 14]. Tunmyaas XXn3HeHHas
cTpaTerusi GuTonapasuTUIeCKUX HeMaTO/ 3aKJIroYa-
ercss B (DOPMHUPOBAHMU TaK Ha3bIBacMbIX CaMTOB
kopmiieHus (feeding sites) — KPYITHBIX KJIETOK C BBICO-
KMM YpPOBHEM MeTaboJIm3Ma, KOTOphIe 00eCIIeuMBarOT
MUTaHue HeMarom. JIBe TpyIITbl MaJIOIIOABYKHBIX SH-
JIoIlapa3suTapHbIX HEMAaTod, IUCTOBBIE (Cyst nema-
todes) — npeacraButenu poaoB Globodera n Hetero-
dera v rannosbie (root-knot nematodes) — BUabI poaa
Meloidogyne, BBI3BIBAIOT HEOIUIA3MIO TKAaHEl KOPHS
X035IMHAa — 00pa30BaHUE raJlJIOB 32 CYET ITOBBIILIEHUS
CKOPOCTH AeJICHUS ¥ OBICTPOIO PACIIMPEHUS KJIETOK.
JlaBHO M3BECTHO, UTO 3TOT 3(h(PEKT BHI3BIBAETCS CEK-
pETOM TIIMIIEBOMAHBIX K€JIe3 HeMaTOdbl, KOTOPBIi
BIIPHICKMBAETCS B TKAHU PACTEHUSI-X03sIMHA Yepe3 ee
poroBoii armapart (ctwiet) [ 14, 19]. 3a aTM coObITEM
CJIeAYIOT YCUJIEHHas IpojiMdepalys U pocT KIETOK,
¢GOopMUpPYIOIINX B JAJIbHEHUIIIEM CAlT KOPMJICHUS He-
MaTonpl. 1lycToBBIe 1 rajuIoBbIe HEMATOIBI CITOJIB3Y-
IOT pa3Hble CTpaTeruu s CO3MaHUsI CaiiTOB KOpMJie-
HUS: B CIydae LIMCTOBBIX MPOMCXOOUT CAUSHUE COTECH
KJIETOK B CUHIIUTHI, B TO BpeMsI KaK raJJTOBbIe HEMAaTO-
JIbI BBI3BIBAIOT TTIOBTOPSIIOIINECS LIMKIIbI SHAOPEIYTLIN -
KaIlM U POCTa KJIETOK B OTCYTCTBUE LIMTOKMHE3A, YTO
MPUBOIUT K 0OPa30BaHUIO TUTAHTCKUX KiIeTOK. Dop-
MHPOBaHMUE CAWTOB KOPMJIEHMS CHUHIMTHAIbHOIO
TUIIA XapaKTEPHO TaKXKe IJISI TPYMIILI IIOUKOBUIHBIX
Hemartoq (Bunbl poga Rotylenchulus) — sHoonapasu-
TOB, HE BBI3BIBAIOIINX O0Opa30BaHMsI rajjoB Ha KOp-
Hsix [14, 20].

@dopMupoBaHUE CATOB KOPMJICHUSI IIUCTOBBIX,
raJIIOBBIX Y TIOYKOBUIHBIX HEMATOH, COIIPOBOXIACT -
Csl pE3KUM YCUJIEHUEM 3KCIIPECCUY T€HOB KJIETOUYHO-
ro nukia [21]. ITo Bceit BUmMMOCTH, TaKOe YCUITICHUE
JIeJICHUST KJIETOK BBI3BIBAETCSI Pa3HOOOPAa3HBIMHU (-
dexTopaMu, coaepXKalluMUCSI B CEKpeTe IUILEBO/I-
HBIX 3Keye3 duromnapasutuyeckux Hemarod: LK,
MNEOTUIHBIMA (DUTOTOPMOHAMHM, O€IKAMU, BIIUSIIO-
M Ha TpaHctopT u curHaauHr MYK, depmenTa-
MU, BBI3BIBAIOIIMMU MEPECTPOMKU KIIETOYHBIX CTE-
HOK (puc. 1).

MouieKyispHasg MUMHKPUS, HANPABJICHHAS
HA U3MEHEeHHe 0ajianca “ropMoHOB pocra”

CrpaTeruu KOJOHM3AMKU paCTeHUI MaTOreHaMu
yacTo HallpaBJieHbl Ha W3MEHEeHHE TapaMeTpOB MX
pocta. OcCOOEHHO SIPKO 3TO MPOSIBJIIETCSA Y (PUTOIIA-
TOT€HOB, KOTOPbIE MHAYLMPYIOT HOBOOOPa30BaHUS
(raJutbl U OIYXOJW) Y PacTeHUSI-XO3sIMHA IJIs1 TOTO,
yTOOBI 00ECHEYUTh ceOe MCTOYHUK IUINUA U Cpeay
obutanusa [22]. OmDHUM M3 CITOCOOOB ITOCTMKCHUS
9TUX LeJIeit SIBJISIeTCSI UBMEeHEeHUe OalaHCa OCHOBHBIX
TOPMOHOB, PETYJIMPYIOIIUX AeJIeHNE KJIECTOK U POCT
pactenus, — MYK n 1K B oprann3me pacTeHUsSI-XO-
3sarHa. [ToMuMo U3MeHeHUs pocTa TKaHei pacTeHuit
noBbineHrue ypoBHsS MYK u LK Moxer ocinabuth
rnepenavyy CUrHaja CaJIMIIUIOBOM KMCIOTHl — OCHOB-
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Puc. 1. IIpumepsbl 2¢hdeKTopoB nMapasUTUUECKUX HEMATOd, UMUTHPYIOIIMX pa3jIMuHble OEJIKM pacTeHUs-xo3siuHa. benok
19C07 ycunusaet Tpancnopt MYK B kiteTKy pacteHusi, B3auMOAeHCTBYS ¢ TpaHCHOPTHBIM 6enkoMm LAX3; 6enok 10A07 cBsi-
3BIBAETCS C pernpeccopoM TpaHckpunuuu 6enkoMm IAA16, akrusupys orBeT Ha MYK. CekpeTrpyeMble XOprM3MaTMyTa3bl CTH-
MYJIMPYIOT CUHTE3 MpedeHaTa U3 Xopu3Mara, TeM CaMbIM CHUXKasl YypOBEHb OCHOBHOTO TOPMOHA CUCTEMHOIO UMMYHUTETa —
CaMLIWIOBOM KUCA0Thl. CeKpeThupyeMble LIeJUTI0Ia3bl U Apyrue (pepMEeHThI 1eCTabuIn3aly KIETOUHBIX CTEHOK MOBBIIIAIOT
JIAOUJIBHOCTh KJIETOYHBIX CTEHOK pacTeHHusi, obJierdasi poABUKEeHNEe HEMATOIbl B PACTEHUU U CITOCOOCTBYSI PACTSKEHUIO.
IMpenmectBenHuku rentuaHbix putoropMmoHoB CLE, CEP u IDA, cekpeTupyeMble HEMaTOIOM, IIpeTepreBalOT CO3peBaHUe
3a cyeT (hepMEHTOB PACTCHUSI-XO3SIMHA M CBS3BIBAIOTCS C PELIENTOPAMU COOTBETCTBYIOIIMX MENTUIHBIX (GDUTOTOPMOHOB pacTe-

HUA-X034MHa, BbI3bIBasi pOCTOBbLIC OTBETHI.

HOTO TOPMOHAa CUCTEMHOTO MMMYHMTETAa PacTEHUI
[23, 24].

B cBoro ouepens, namenenue 6ananca UYK u LIK
B TKaHSIX PaCTEHUSI-X03SIMHA MOXET OBITh JOCTUTHY-
TO ITATOT€HOM Pa3HbIMU CITOCOOAMMU: 32 CYET CIOCO0-
HOCTU IIaTOr€Ha CUHTE3UPOBaTh M CEKPETUPOBATh
3TH (PUTOTOPMOHBI, a TAKIKE 3a CUET €T0 OEITKOB-3(-
¢deKTOpOB, KOTOPBIE MOTYT U3MEHSITh TPAHCTIOPT WJIU
nepenauy curHaia MYK wim LIK.

I'ennl, xommpylomme @epMeHTB OMOCHHTE3a
MYK u K, 66111 320010 10 X UASHTU(hUKALIUA Y
pacTeHuii uaeHTUGUINPOBAHBL Yy ameOnl Dictyostelium
[25], a Takke B BUPYJIEHTHOM TIa3Muae UTonaro-
TreHHOU OakTepuu Agrobacterium tumefaciens, KOTO-
pasi crocobHa MepeHOCUTh YacTb 3TOM TJIa3MUIbI B
T€HOM PaCTeHUSI-X035IMHA, UTO IPUBOIUT K YBETUYUE-

Huto cogepxaHusa MYK u LIK B pacTUTENIbHBIX TKa-
HSX ¥ MHAYKIAH OITyXouu [26, 27].

B HacTosee Bpems cuutaetrcs, uto YK u LIK —
9BOJIIOLIMOHHO KOHCEPBAaTHMBHBIE MOJIEKYJIbI, BIEp-
BbI€ ITOSIBUBIIMECS Y IPOKApPUOT, B TO BpeMs Kak
BYKapUOTHI MOTJIM OJYIUTh r'eHbl OocuHTe3a MYK
u 1IK Kax B rpol1iecce 3BOJIIOIMU OT CBOUX MPOKapU-
OTHBIX NpenkoB, Tak u mytem I'TIT [28, 29]. [Tomumo
pETyJIsILUU pocTa pacTeHUuit 3TU (epMEeHThl MOTYT
MCMOJIb30BAaThCS Y Pa3HbBIX XXMBbIX OPTAaHU3MOB U 151
JPYyrux Leaei.

Tak, camble pacnpocTpaHeHHbIe U3 (hepMEHTOB
onocuHTe3a 11K TPHK-u3onenrennnTpancdepass
(tRNA-IPT), koTOopble BBISIBJIEHBI y OaKTepuii, pacTe-
HUii, TpOOB M XKMBOTHBIX, BKIIOYast yejoBeka [30],
BaXXHBI JJ1ST 9(pPEKTUBHOCTA M TOYHOCTH TPAHCIISI-
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oy 6enka pudocomoii [31]. Ipyrue ¢pepMeHTHI 3TOM
IpyIIbl, u3oneHTeHuATpaHcoepassl (IPT), cuHTe-
supyromre [IK n3 cBobogHbIx aneHo3nHbochaToB,
a Takke PepMeHTHI KaTtadomm3ma 11K 1mmTokmHMHOK-
cunasbl (CKX), moMumo pacteHuit M1 B3auMOACHCTBY-
IOIINX C HUMM OPraHU3MOB, ObLUIM MICHTU(MULIPOBa-
HBI Yy IMaHOOaKTepuii U npyrux G6axkrepuii [32]. Ot0
MO3BOJISIET MPEANOJOXUTh, YTO T'eHbl MeTaboar3Ma
IIK y pacTtenuii 6611 mproopeteHsl myteM ['TIT ye-
pe3 XJI0POILIACTHI, KOTOPhIE MMEIOT IIMaHOOAKTEPU-
aJlbHOE IpoucxoxaeHue [29].

Cuuraercs, uro MYK, nponyuupyemast 6akrepu-
MU U Tpubamu, SIBJSIETCS BTOPUYHBIM METaOOJIU-
TOM, BOZHUKAIOIIUM B IIpollecce MeTadoim3Ma TPUII-
TohaHa, a TakKXKe MCMOJb3YeTCsl B KaueCcTBe CUTHasa
IUIST PETYJISIIIMM TeHOB Y HEKOTOPBIX OakTepmit [28].
buounHdopMaTudeckre JaHHbIE CBUIETEILCTBYIOT O
TOM, 4TO HEKOTOpble (hepMeHThl OrocuHTe3a UYK
MOTJIM HE3aBUCUMO BO3HUKHYTh Y OakTepuii, BOIO-
pocieit, TpuboB U BhICIINX pacTeHuil. Kpome Toro,
¢duoreHeTMYECKUI aHAJIU3 CeMeCTB TeHOB, KOIU-
pyomux GepMeHTHI TpUTIToPaHaMIHOTpaHCcdepassl
(TAA) u daaBunmoHookcureHassl (YUC), 3aneii-
CTBOBAHHbBIE B OCHOBHOM MyTH npousBoactea UYKy
pacTeHui, rmokKasaj, YTO OHU MOIJIM ObITh TIPUOOpE-
TeHBI MpeaKaMy Ha3eMHbIX pacTeHUII OT OakTepuid
mytem I'TIT [33].

Ha ceromuaniauii neds redbel ouocuaresa MYK
u/vnu LIK obHapykeHbl Y MHOXKECTBa BUIOB OaKTepuit
U rpubOB, BKJIOYAsl MaTOreHHbIe, CUMOMOTHYECKUE U
CBOOOIHOXXUBYIIIME BUbI, a TAKXKE Y HEMATO, Tlapa3u-
TUPYIOLINX HA pacTeHusX |3, 6].

st ¢puTornaToreHoB pa3HbIX IPYIII OblLIa Mpoje-
MOHCTPUMpPOBaHa BaxKHasi poJib T'€HOB OMOCHHTE3a
MYK u IIK BO B3auMoaeicTBUU C paCTEHUEM-X0351-
nHoM. Taxk, y criopeiHbu pxu (Claviceps purpurea) B
oumocuHTe3e IIK 3ameiicTBOBaHBI KakK (pepMEeHTHI
tRNA-IPT, umeromnuecs y Bcex rpyIin KMBbIX opra-
HU3MOB, TaK U YHUKJIbHbBIN 1J1s1 TPMOOB T’MOpUIHbIN
depment IPT-LOG, KkoTophIii KaTaIu3nupyeT 0oe Io-
cliegoBaTeibHbIe peakluu ouocuHTe3a LIK de novo
[34]. MyTaHTHI 11O JIIOOOMY M3 T€HOB, KOOUPYIOIINX
9TU ABa (hepMeHTa, CIOCOOHBI K 3apakeHU0 p>KU, HO
He 00pasyloT TUIOJOBBIX TeJl, TOrma KakK IITaMMBI C
HokayToMm ob6oux reHoB tRNA-IPT u IPT-LOG He-
CIOCOOHBI K 3apakeHUI0 PAaCTEHUI, BEPOSITHO, N3-3a
HECIMOCOOHOCTU OCJIa0UTh UMMYHUTET XO3SIMHA WM
obecneynTh 3 GHEKTUBHOE CHAOXKEHNE BHEAPSIIOIIX-
cd B pacTeHme TH( MMTaTeTbHBIMU BelecTBaMu [34].

IMomumo 6uocunTeda MYK u LK HekoTOopbie hu-
TOMATOTeHbI CITOCOOHBI TaKKe BJIUSITh HA TPAHCITOPT
WM niepeladyy CUrHajla XTUX TOPMOHOB 3a CYET OIpe-
JIeJICHHBIX 0eTKOB-3(h(HEKTOPOB.

IMpumepsl TakuX 3HHEKTOPOB U3YUEHBI Y TTapa3v-
TMYecKux Hematon. OnuH u3 Hux, 6emok 19C07 cBek-
JIOBUYHOIT IUCTOBOIT HeMatonbl Heterodera schachtii,
Oyoy4uM BIPBLICHYT B TKAHU PACTEHUS-XO3sIMHA Yepes
POTOBOI anmapar (CTUJIET) HEMATOIbI B COCTaBe CEKpe-
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Ta €€ MUIIEBOAHBIX JKeJIe3, MOXKET CBSI3bIBATHCS Ha I10-
BEPXHOCTU PaCTUTENIbHBIX KJIETOK ¢ OenkoM LAX3,
dyHKIMENH KoToporo sBisieTcss TpaHncropT MVK B
kJeTKy [16]. ITo Bceit BUDUMOCTH 3TO OOeCIeYrBaeT
nputok MYK B keTku, KoTopble 00pa3yIoT TaK Ha3bI-
BaeMblil CaliT KOPMJICHMSI HEMATOIbI, CITOCOOCTBYS 1X
pa3pacTaHuIO, IEJICHUIO 1 ITOCICAYIOIIEMY CIMSTHUIO B
CUHLIUTUMN.

Hpyroit adpdexrop H. schachtii, 6emoxk 10A07, B
KJIETKax apabuaorcruca B3auMOIECHCTBYeT ¢ peryJsi-
topoM otBeTa Ha MYK — Genkom IAA16 [17]. berok
IAA16 otHocuTca K ceMeiicTBy OenkoB AUX/IAA,
KOTOPHBIE SIBJISIFOTCSI perpeccopaMM TPaHCKPUIILIUU
MNYK-perynupyemMbIX TeHOB, 00pa3ysl reTe poaruMephI
¢ NYK-peryaupyembimu T® ARF [35], — TakuM 00-
pasoM, csaseiBanue 10A07 ¢ IAA16 MOXET IPUBECTH
K cHsiThlo penpeccun otBeta HAa UYK. JleiicTBUTEB-
HO, pacTeHUs, CBepXxaKcupeccupylomue reH 10407,
JIEMOHCTPUPYIOT MTOBBILIEHHYIO 3KcIpeccuto ARF6-8
u ARF19 v 6o1ee BocipuuMuuBbI K H. schachtii, uem
KoHTpoJIbHBIE pacteHus [17]. bonee Toro, Oemok
10A07, xaKk oka3ajloCh, MUCIOJIb3YET PACTUTEIbHYIO
PETYJISTOPHYIO CUCTEMY IJIsI JOCTaBKU B SIAPO: B LI -
TOILIa3Me KJIeTOK apaOuI0IICCa OH B3aUMOIEHACTBY -
eT ¢ IIPOTEeMHKMHA30M, nmojiyuyuBlieil HazBaHue IPK
(interacting plant kinase), Kotopasi ¢ochopunupyet
10A07 o KoHCEepBaTUBHBIM OCTaTKaM CepWHAa, OITO-
cpenysi ero n1octaBKy B siapo. Iennl IPKu IAA16 akTuB-
HO 3KCIPECCUPYIOTCS B CUHIIUTHSIX, MTHAYLIMPOBAHHBIX
H. schachtii [17].

CIoCOOGHOCThIO K B3aMMOJEUCTBUIO C OelKaMu
AUX/IAA o06nagaioT 1 HEKOTOpPbIe OaKTepHuaabHbIE
addexroprl. Hanpumep, adpdekrop AvrRpt2 6uo-
TpodHoi#t puTtonaroreHHoit 6akTepuun Pseudomonas
Syringae TIO3UTUBHO PETYJIMPYET Iiepenadyy cUrHalia
MNYK, cTtumyaupys NOpoTeacoOMHYIO Jerpaaalidio
AUX/IAA [36].

MouekyasipHass MUMUKDPHS, HATIPABJICHHAS
HA U3MEeHeHHe 0allaHca “ropMoHOB MMMYHUTETA”

CamunuiioBas kucioTta (CK) v kacMoHOBast KUCJIO-
ta (KKK) ¢ ee mpousBogHbIMU (BMECTe Ha3bIBacMbIE
JKaCMOHATaMM) CUYMTAIOTCS OCHOBHBIMM TOPMOHaMU,
PETYJIMPYIOIIMMU CUCTEeMHBIH MMMYHUTET pacTe-
HUil. B perynsiiiuu 3aliuThl paCTeHU OT MaTOTeHOB
CK 1 KK MmoryT neiicTBoBaTh B OOTHOM HaIIpaBJICHUN
WJIN ObITh AHTAarOHUCTAMU; B 1IEJIOM CUUTAETCS, YTO
CK wurpaetr ueHTpajJbHYIO pOJib B 3alllUTe OT OMO-
TpodHEBIX IMaToreHoB, Torna kKak KK momaBnser He-
KpPOTpO(MHbIE MUKPOOPTAaHU3MBI U TIPEIOTBpAIIACT
noegaHWe pacTeHW HaceKoMbIMU [37].

M3BecTHO, 4TO HEKOTOPbIE (PUTONATOTEHBI MOTYT
CHUXaThb BeIpaboTKy CK B opraHuzMe pacTeHUsI-X0-
3g9MHA, CEKpPETHUPYS B KadecTBe 0eTKOB-3P(PEeKTOpPOB
depMeHTBl XOpU3MaTMyTa3bl. OTU (epMEHTHI OTHO-
CSTCSl K IIMKUMATHOMY ITyTH, KOTOPbIi SIBJISIETCS ONl-
HUM W3 NPEBHEMIIMX DBOJIIOIIMOHHO KOHCEpPBATUB-
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HBIX METa0OIMYECKHX ITyTei. XOprU3MaTMyTashbl KaTa-
JIM3UPYIOT TpeBpallieHrMe Xopu3MaTa B IipedeHar,
MpeAIIeCTBEHHUK CUHTE3a TUPO3MHa U (eHMIaaa-
HUHAa, U TPeAOTBpallaloT 00pa3oBaHUEe N30XOPU3Ma-
Ta — nnpenmecteeHHnKka CK.

ITepBbie 13 0OOHAPYKEHHBIX TPUMEPOB CEKPELIUU
XopuzMaTMyTa3 (pUTOoIraToreHaMu ObLIY BbISIBIEHbBI Y
Mapa3suTUUECKMX IIMCTOBBIX W TajlJIOBBIX HEMAaTOM
[38]. B manbHeilillieM oKa3ajloCh, YTO Te€HBI, KOTUPY-
IOIIME XOPU3MaTMYyTas3bl, UMEIOTCS Y OOJIbIIIOTO KO-
JINYeCTBA BUIOB (pUTOTIApA3ZUTUYECKUX HEMATO/,, KaK
CITOCOOHBIX, TaK M HECITOCOOHBIX K MHAYKIIUY TaJJIOB
Ha KopHsIX [39—42]. B To e BpeMsl reHbl XOpru3MaT-
MyTa3 OTCYTCTBYIOT Y CBOOOTHOXMBYIIIEH HEMATOIbl
Caenorhabditis elegans u HemaTo, Mapa3UuTUPYIOIIUX
Ha XUBOTHBIX, YTO CBUIETEJbCTBYET 00 MX BaXKHOI
poam MMeHHO i puTonapasuToB [43]. Bo MHOrMx
clydasix ObLIO TIOJIy4YEHO MOATBEPXKICHUE BaKHOM
pOJIM XOpU3MaTMyTa3 B CIIOCOOHOCTM HeMaTo] K 3a-
paxeHulo pacteHuit. Tak, y raaioBoii HeMaTOIbl
Meloidogyne incognita 6bls1a TTONPOOHO U3yYeHa POJIb
OIHOTO U3 Tpex ee IeHOoB xopuamarmyras, MiCM3,
BO B3aMMOJIEHCTBUHU ¢ pacTeHUsIMU Nicotiana benth-
amiana. KoHctutytuBHas skcrnpeccus MiCM3 y
pacTeHuit moaaBJisijia pOCT KOPHEN 1 MOBBIIIAa BOC-
MIPUMMYHNBOCTD K MHMpexuu M. incognita. Kpome To-
ro, akcrnpeccuss MiCM3 BbI3Bajna y pacTeHUI CHU-
xeHue yposHeil CK m MPHK rena, komupyoiiero
3ammTHEIN 6es1ok PR 1. C moMoIso KoH(MOKaJIbHOM
MUKPOCKOIIMU OBbLIO IMTOoKa3aHo, 4yTo 6ei1ok MiCM3
JIOKQJIM3yeTcsl B IUTOIIa3Me U s1ipe TpaHCHUILIUPO-
BaAHHBIX KJIETOK JUCTheB N. benthamiana, HO He B
IJIACTUIAX, TIe MTPOXOIST IePBbIe 3TAllbl OMOCUHTE3a
CK u3 xopusmara [42].

IMomumo cHmzkeHms ypoBHs CK akcripeccus “He-
MaTONHBIX” XOPHU3MaTMyTa3 MOXET BIUSTH TakkKe Ha
ypoBeHb YK, mockonbky ocHoBHast macca MYK B
pacTeHUM CUHTE3MpPYeTCs M3 TpunTodaHa, IIpemile-
CTBEHHMKOM KOTOPOTIO TakxKe sIBJisieTcst xopu3Mat. Ha-
MpUMEpP, CBEPXIKCIIPECCUs TeHa XOpU3MATMYTa3bl
MjCM-1 rannoBoii HemaTonbl Meloidogyne javanica y
COM BBI3BIBaJIa TTOJaBIcHE (POPMUPOBAHMS OOKOBBIX
KOpHeii, 1 3TOT 3(PdEeKT KOMIIEHCUPOBAJICSI CUHTETH-
YeCKUMU ayKcuHaMmu [39].

B nanbHeiieM cekpelusi XOpU3MaTMyTas3 ObLia
oOHapy:keHa y MHOTHMX IPYyrux (puTornaroreHoB. B
YaCTHOCTHU, XOpPM3MaTMyTa3a UrpaeT BaXXHYIO pOJIb B
BUPYJIEHTHOCTU OMOTPO(MHOro MaTroreHHOoro rputda
Ustilago maydis, Bo30ynuTess Iy3bIpyaToil TOJJOBHU —
LIMPOKO PACIPOCTPAaHEHHOTO 3a00JieBaHUSI KYKYpY-
3bl, XapaKTEepU3YIOLIErocs pa3BUTHEM OIyXOJel y
nopaxXeHHBIX pacTteHnil. Penepryap sddexkTopon
U. maydis Bki1touaeT B ce0sl MHOXXECTBO OCJIKOB, T€HbI
KOTOPBIX SKCIPECCUPYIOTCS UCKITIOUNTEIHLHO Ha CTa-
Iu onotpoduu, B ToM unciae reH Cmul, Kogupyio-
1yt xopusamarMyrtasy. beuto mokazaHo, yto Cmul
CEKPETUPYETCS B MECTE KOHTAKTa 3apaxKalolmx Tud
C pPaCTUTEJBHBIMU KJIETKAMM, IOIAagasi B UX LIUTO-

JOOYEBA u np.

ILUIa3My, a TAaKXKe MOXET PaclpOCTPAHSIThCI B COCEIl-
HYE KJIETKM M TKaHUW, M3MEHSISI MeTaboIndeCcKuit
CTaTyC 3TUX KJIETOK ITOCPEACTBOM METa0OJIMYECKOIO
npaiMuHTa [44].

VY GakTtepuii, B TOM yucjie GUTONaTOreHHbIX, TaK-
>Ke OBLIM BBISIBJICHBI T€HBI Xopu3MaTMyTas. Tak, 6ak-
tepusi Xanthomonas oryzae pv. oryzae, Bo30yInTeIb
OGakTepualibHOro oxora puca (rice leaf blight disease),
COIEpPXXUT TeH xopu3MarmyTasbel CM, KOTOPHI 3KC-
peccupyeTcs TIpu 3apaxkeHun pacteHmit [45]. Kak
HU CTPaHHO, HOKAyT 3TOr0 I'eHa Pe3KO ITOBBIIIACT
BUPYJICHTHOCTb X. oryzae. AHaJOTUYHbIC JaHHBIE O
TUIIEPBUPYJIEHTHOCTH MyTaHTa C MOTepeil (PYHKIIUN
reHa Xopu3MaTMyTa3bl ObLIN MOJYYEHBI ISl OJIM3KO-
poacTBeHHOI OakTepuu X. arboricola pv. juglandis,
BbI3bIBAIOLIEN 3a0o0jieBaHMEe Ipelkoro opexa [46].
DTHU TaHHBIC TTO3BOJISIIOT MPEATIOI0KUTD POJIb XOPU3-
MaTMyTa3 KaK CyIIpecCOPOB BHUPYJICHTHOCTH KCAHTO-
MOHAJI: OHM MOTYT Y4aCTBOBAaTh B ITOJABJICHUN THUIIC-
PUHAULIMPOBAHMSI, KOTOPOE MOXET IPUBECTH K ITPEK-
JIEBpeMEHHOI rnbeiu pacTeHus -xo3siuHa [45].

[Iupokoe pacnipocTpaHeHE CEKPETUPYEMBIX XO-
pu3MaTMyTa3 U UX poJib B BUPYJIEHTHOCTU (PUTOIIA-
TOT€HHbBIX HEMATO/, TPMOOB U OaKTEpUil CBUIETEIb-
CTBYIOT O TOM, YTO 3TOT BOJIIOIIMOHHO APEBHUM My Th
MOXET OBITh B YHCJIE BLICOKO KOHCEPBATUBHBIX, 00-
LIUX JIsI pa3HBIX TATOT€HOB UHCTPYMEHTOB MaHUIY-
JISILIMU ¢ META0OJM3MOM pacTeHUsI-X03siuHa. B To ke
BpeMsi (PUJIOTEHETUYECKUI aHaIu3 moKasajl, 4To Mo
KpaliHeil Mepe HEKOTOpbIe U3 TEHOB CEKPETUPYEMBIX
XopusMaTMyTa3 @uTonapasuTUYECKUX HEMAToN C
BBICOKOU BEPOSITHOCTHIO MOTJIM OBITh IIPUOOPETEHBI
B pesyiabTaTe I'TII' oT mouBeHHbIX OakTepuil Burk-
holderia [47].

ITomuMo xopuaMaTMyTa3 HEKOTOpbIe (DUTOIIATO-
TeHbI MOTYT CEKPETUPOBATh TaKXkKe Apyrue (hepMeHThI
IIMKUMATHOTO TIyTU, CHuXatoiiue ypoBeHb CK B
pacTeHUM, HampuMep n3oxopusMartasbl. Tak, U30X0-
pu3aMarasbl, ceKpeTupyemble oomulieTamu Phytoph-
thora sojae u Verticillium dahlia, TIOBBIIIIAIOT BUPY-
JIECHTHOCTb 3TMX MAaTOTeHOB, CHUXasi ypoBeHb CK B
TKaHSX pacTeHU-xo3seB [48].

B ocHOBe Apyroro U3BECTHOTO ITyTU MOJABJICHUS
CK-ormocpenoBaHHOI0O MMMYHUTETa pacTSHUM Jie-
JKUT akTuBalms nepegayu curdaia KK u xkacmoHa-
TOB, MOCKOJIbKY B CUCTEMHOM MMMYHUTETE aHTaro-
Hu3M CK u KK wurpaer BaxxHylo poJib, o KpaitHei
Mepe, Ha HayaJIbHBIX 3Tanax ero pa3sutus [37].

DTOT NyTh MWCHOJB3YEeTCS ITATOTCHHBIMU OMO-
TpodHBIMU 6akTepusamMu P. syringae [49]. Bo-niepBbIX,
P. syringae B KadecTBe (DMTOTOKCHMHA (BTOPUYHOTO
MeTaboIMTa, HEraTUBHO BJIMSIOIIETO HAa KU3HEIesI-
TEJIbHOCTb PACTUTEJbHBIX KIJIETOK) CEKPETUPYET KO-
pOHATUH, CTPYKTYPHBbII U GYHKIIMOHAILHLII aHAIOT
npousBomHoro KK sxacmonun-1-u3oneiinnaa. Ko-
pOHATHH, KaK U XXKaCMOHAThI, B pACTUTEJILHO KJIeTKE
MOXET B3auMoOIeiicTBOBaTh ¢ peuentopom KK —
6eankoMm CORONATINE INSENSITIVE 1 (COI1) u
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aKTMBMPOBATb HUXKEJIEXKAIIUNA CUTHAJIIBHBIA KacKan,
npuBojs K pernpeccun CK-3aBMCUMOro 3alllUTHOTO
oTBeTa pacteHuit [8]. KopoHaTuH mpomyuupyercs
pa3HbIMU MaToBapamu P. syringae, 1 cHOCOOHOCTh K
€ro CUHTE3Y OIpPeAesieT €€ BUPYJIEHTHOCTD IO OTHO-
IIEHUIO K pa3HbIM BUJaM pacTeHMI, a TaAKXKe KOppe-
JIUpYeT C MpOSIBJIECHUEM CUMITOMOB, BbI3bIBAEMBIX
P. syringae — nuddy3HbiMu xopo3amu [49].

Kpome toro, 6emok-adpdexkrop HopZla Toit ke
P, syringae HanpsiMylo B3aMMOAEHCTBYET ¢ Oeakamu
JAZ (Jasmonate ZIM-domain), penpeccopamu
tpanckpunuuu XKK-perymupyemeix redoB [7]. U3-
BECTHO, YTO YOMKBHUTUH-3aBHUCHUMAasl IIPOTEaCOMHAasI
nerpaganus 6enkoB JAZ 3ammycKaeTcs IIpU CBSI3bIBa-
Hun KK ¢ peuenropom COII, KoTopwlit sBaseTCS
cyObenuMHUIIEH YOUKBUTUH-JIUTa3HOTO KOMILIEKCa
[50]. Ddbdexrop HopZla akTuBUpyeT 3TOT IIpOLIECC:
npu B3auMoaercteuu ¢ HopZ1la nMeer MecTo alieTn-
JupoBaHUe OenkoB JAZ 3a cuUeT TpenrojiaraeMon
aneTuiaTpaHcepa3HOil aKTUBHOCTH 3TOIO OaKTepu-
ambHOTO 3(P(heKTOpa, YTO CIIOCOOCTBYET Aerpagalluu
B3anmoneicTteyomux ¢ HopZ1 JAZ n aktuBupyet
nepenauy curtaina 2KK. boinee Toro, HopZ1la moxer
YaCTUYHO YCTPaHUTh Ae(DEKT BUPYJICHTHOCTU Y MY-
TaHTa P. syringae, HECOCOOHOTO K CUHTE3y KOpOHa-
tuHa [7]. Dddexkrop HopZla Ha cerogHsIIIHNI IeHb
HEJIb35l CUMTATh IPUMEPOM MOJIEKYJISIPHON MUMMK-
pMU, TaK KaK HUKAKOTO ero aHajora y pacTeHUil Bbl-
sBJICHO He ObUT0. TeM He MeHee KooIllepallusl IBYX
apdekTopoB P. syringae, HalleJJ€HHBIX Ha aKTUBALIAIO
curHasiuHra KK, cBUIeTeIbCTBYET O Upe3BblYaiiHO
BaXXHOCTM 3TOTO IIyTU IJI BUPYJICHTHOCTU 3TOTO
OakTepuaibHOTO puTOonaroreHa [8].

MoneKyasipHas MUMHKDHSA, HATIPABJIeHHAS
HA IeCTA0OWIM3AIUIO KJIETOYHO CTEHKH PacTeHHs

CreHKa pacTUTEIbHOMN KJIETKU — IePBOE IIPEIIST-
CTBUE, C KOTOPHIM CTAJIKUBAIOTCS (PUTOITATOTEHBI B
XOJIe 3apakeHus pacTeHuii. B ¢BSI3M ¢ 3TUM MaToreHbl
KCITIOJIB3YIOT (PEPMEHTHI IeCTAOMIM3ALMU KJIETOUHBIX
CTEHOK KaK JIJIsSI CBOETO POCTa Y ITPOIBUIKEHUS B TKAHSIX
pacTeHUSI-X035IMHA, TaK U JUIS TIOJIy4eHUsT TOCTYyIIa K
MMUTAHUIO Yepe3 pas3pyllleHue paCTUTEIbHBIX KJIETOK.
VY pa3H000pa3HBIX (PUTOITATOTEHHBIX OPTAHU3MOB —
OakTepuii, TpMOOB, IIPOCTESUIINX, ITapa3UTUICCKUX
HEeMaToJ ObLJI BBISIBJICH LICJBIN psia (pepMEHTOB, pa3-
pYLIAIOIINX KIIETOUHYIO CTEHKY PaCcTeHMIA, BKIIOYUAsT
LIeJUTIONA3bl, KCUJIaHa3bl, eKTaT/IMa3bl, MoauralaKk-
TYpOHa3bl, a TaKXKe SKCHAHCUH-IOJOOHBIE OEKU,
CXOIHbIE C TAKOBBIMU Y PACTECHUIA.

Boinee Toro, Hanmmumne epMEHTOB 3TOI T'PYMIILI
MpHUCyllle HEe TOJIbKO (uTomaroreHaMm. Hampumep,
LIeJUTIONIa3bl KaK MHIYyUOeTbHbIe (DePMEHThI, CUHTE-
3UpyeMble Pa3IMUYHbIMA MUKPOOPraHU3MaMU, BKIIIO-
Yyasr 0aKTepHUH U TPUOBI, BO BpeMsI MX POCTa Ha LIEILTIO-
JIO3HBIX MaTepurajax, HallUlu IIUPOKoe NpUMEHECHE B
MPOMBIIIUIEHHOCT [51]. DKCOaHCUHBI — HEOOJIbIIIE
OenkM 0e3 KaTaIUTUYeCKOW aKTUBHOCTH, KOTOpPBIC
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0OCNabJISIIOT CBA3b MEXIY LE/UTIOJO3HBIMU (DUOPUII-
JIJaMU B CT€HKaX paCTUTEJIbHBIX KJIETOK, TAKXKe BbISIB-
JIEHbl Y MHOTUX OaKTepuil U TpubOB, KOTOpPbIE B3au-
MOJIEHICTBYIOT C paCTEHUSIMU B TTATOT€HHBIX U MyTya-
JIMCTUYECKUX COOOIIECTBAX, a TakKXke y MHUKPOOOB,
MUTAIOLIMXCS PACTUTEJIbHBIMU OCTaHKaMu [52].

Hanuuue akTMBHOCTH 0€JIKOB, BHI3BIBAIOLIMX AC-
CTAa0MIN3aLUIO 1/WIN TUAPOIN3 KJIETOYHOM CTEHKU
pacTeHuii, Ba>KHO JJIsI BUPYJIEHTHOCTH MHOIMX (bu-
TOIIATOT€HHBIX MMKpoopranm3mMoB. Hampumep, y
Clavibacter michiganensis, aKTHHOMMUIIETA, BHI3bIBAIO-
1IIETO KOJIbLIEBYIO OaKTepUaIbHYIO THUIb KapTodes
1 TOMAaTOB, OCHOBHBIE I'eHbI BUPYJIEHTHOCTU COCpe-
JIIOTOYEHBI Ha IIa3MUOAX, IIOTEPsl KOTOPHIX IpeBpa-
1IaeT 3Toro ouorpodHoro naroreHa B saHgHodura. K
notepe BupyjieHTHocTu C. michiganensis BeneT Takxke
norepst (PyHKIMM JTOKAIM30BAaHHOIO HAa OJHOW U3
BUPYJEHTHbIX I1a3Mun reHa Celd, KOOupylolero
LIEJUTIONA3y ¢ SKCIIAHCUH-IIOMOOHBIM JOoMeHOM [53].
Llennrona3pl M 3KCITAaHCUH-IIOI00HBIE OEJIKM UTParOT
BaXKHYIO POJIb B BUpPYJIEHTHOCTU Fusarium gramin-
earum — TPUOHOIrO MaToTreHa, BBI3BIBAIOIIETO (Py3a-
pH03 KOJIOCA MIIIEHUIIBI: MX aKTUBHOCTh HEOOX0aMa
JUIST TIPOABIVKEHUSI MaTOoreHa B TKAaHSIX pPacTEHUS U
KOppEIUpPYeT C MHTEHCUBHOCTBIO BBI3BIBAEMBIX
CHUMIITOMOB [54].

DdepMeHTHI AecTadMIN3alUuN KIECTOYHBIX CTEHOK
WTPAIOT BaXKHYIO POJIb B XKU3HEHHOM LIMKJIE pa3IMYHBIX
BUIIOB HEMATOI, MapasuTUPYIOIIMX Ha pacTeHusx [3].
IlepBBle M3 DepMEHTOB 3TOIT TPYIIIBI, BEISIBIICHHBIC Y
>KMBOTHBIX, — LIeJIJTI0Ia3bl LIMCTOBBIX HeMaton Globod-
era rostochiensis i Heterodera glycines — OblIM UAEHTU -
¢unpoBansl eme B 1998 r. [55], B manbHeileM y
KaXXJI0ro W3 W3YyYEeHHBIX BUAOB (uTOoImapasuTuye-
CKMX HeMaTof ObUIU BBISIBIIEHBI 1LIeJIble TPYIIThl STHX
depmeHTOB [56]. Takue epMeHTBI CEKPETUPYIOTCS B
KJIETKW PacTeHUI1 yepes MpOoKalIbIBAIOIINIA X CTUIET B
COCTaBe CeKpeTa IUIIEBOIHBIX 3Keie3 (UTOMapasUTH-
YeCKUX HeMaTod W UTPAIOT POJib KaK B MPOABKEHUN
HeMaTobl 110 PACTUTEIBHBIM TKAHSIM, TaK U B (popMu-
pOBaHMM CUHLIMTUEB B caiiTaX KOPMJICHUSI LIMCTOBBIX U
rayuioBelx Hematon [3]. Hampumep, PHK-maTEpdE-
pEeHLIMSI TeHa ILeJUTIoJo30cuHTa3bl G. rostochiensis
cHIXaeT 3¢ (EKTUBHOCTh IPOHUKHOBEHUSI HEMATOI
B KOpPEHb, a TaKKe KOJIMYECTBO CUHLIUTUEB M UX Pas3-
Mepsl [57].

ITomuMo “cBoux” HeMaToAbl MOTYT HCIOJIb30-
BaTh U pacTUTENIbHbIE OEJIKM, BIMUSIOIIME Ha CTa-
OMJIBHOCTD KJIETOYHOM CTEHKU: IJISI 9TOIO Y psiaa He-
MaTol TOXE€ €CThb COOTBeCTBYIOIIUE 3(MdOEKTOPHI.
Tak, mekTmHMeTWIACTepa3a apabumoricuca PME3
B3aMMOJICMCTBYET C 1IEJUTIOJIO30CBSI3bIBAIOIIMM OeJI-
koM HgCBP, xotopslit cekpetupyercst H. schachtii
Ha paHHUX 3Talax pa3BUTUS CUHIMTUSI. TpaHCTeH-
HBIE pacTeHMUsI, CBepXaKCcIIpeccupymomue red PME3,
ObtM  OoJiee  BOCIPUMMYMBBI K  WHQEKIUU
H. schachtii, B To BpeMs1 KaKk HOKayT-MyTaHT IT0Ka3al
TIIPOTUBOITOJIOXKHBIN 3(P(@EKT, YTO yKa3bIBacT HAa BaXK-



650

aocth PME3 mng mapasutmama Hemarod. Ilpm stom
cBepxakcnpeccust HgCBP y apabunoricuca pe3ko mo-
BbILIIaeT aKTUBHOCTh (hepmeHTa PME3 in planta [58].

B To Xe Bpems HemaTodbl, He TTapa3suTUPYIOIINe
Ha pacTeHUsIX, OOBIYHO HE HYXXIATCs B (hepMeHTax
JnecTabuiIu3alum KJIEeTOYHON CTEeHKW, U COOTBET-
CTBYIOIIME TeHbI HE OBbLIN UASHTU(MDUIIUPOBAHBI B UX
reHomax [10, 11]. CuuTaercsi, 4YTo reHbl (pepMEHTOB
JIecTabuiIn3alu KJIETOUHOM CTEHKHU TOSIBUJIUCH Y
duTonapazutTudyeckux Hemarton B pesyabrate I'TIT.
HeicTBUTENIbHO, OEIKOBbIE MOCIEA0BATEILHOCTU
3TUX (PEPMEHTOB IEMOHCTPUPYIOT BHICOKU I YPOBEHbD
CXOACTBa C COOTBETCTBYIOIIMMU OaKTepUaTbHBIMU
OeskaMu: HampuMep, oavKaiime “poacTBEeHHUKU”
nonuranakrypornas GH28 sunoB Meloidogyne o6Ha-
pyXeHbl y Ralstonia solanacearum — TaTOreHHOM
MOYBEHHOI GaKTepuu, KOTopasi 3apaxaeT Te ke pac-
TeHUsI-x0351eBa, 9To U Meloidogyne. B TO Xe BpeMms
nektamivasbl Meloidogyne PL3 kiactepupyloTcs c
cooTBeTCcTBYIOIIMMU depMeHTamu C. michiganensis
[10, 12].

B cBolo ouepenb, HECMOTpPsI Ha HaJIMUKMeE y OaKTe-
puit ¥ TprOOB “cBOMX” TeHOB LEJJTIOIA3, TIOUTaTIakK-
TypOHa3, MeKTaT/ua3 u T.A., UX DKCITAaHCUH-TI0100-
HbIe OeJIKM ObLIN, BO3MOXHO, IIPUOOPETEHBI C ITOMO-
mpio I'TIT ot pacTeHmit, a B majpHEWIIEM MOTJIH
nepenaBaTbest yepes I'TITN Mmexxmy MUKpoopraHu3Ma-
mu. OO 3TOM CBUAETEIBCTBYET HEPETYIIPHOE TAKCO-
HOMHWYECKOE pacmpelnecHue I€HOB, KOMTMPYIOIINX
9KCHAaHCUHBI, Y MUKPOOPTraHU3MOB [52].

MouiekyasipHasi MUMHKPHUSI, HATIPABJIEHHAS
HA MIMHUTANMIO NENTHIHLIX (PUTOrOPMOHOB

IlentnaHBIe GUTOTOPMOHBI — OOIIIMpPHAs TPyIIIIa
PEryasTopoB pocCTa pacTeHUIl OEJIKOBOM WM Mell-
TUOHOM Ipupoabl. B HacTosIee BpeMs Yy pacTeHMIA
NAeHTUGUIIMPOBaHO OoJiee IBAAIIATH KJIACCOB ITICT-
TUIHBIX (DUTOTOPMOHOB C OYE€Hb Pa3HOOOPA3HBIMU
(GYHKIMSIMU B Pa3BUTUM: OT KOHTPOJIS IeJICHUS KJTe-
TOK 1 OpraHOreHe3a 10 Peryjsiiiuy OTBETOB Ha (ak-
TOPBI OKPYXKaIOIIEH Cpelibl U 3alUThI OT IMaTOr€HOB
[59]. N3yueHune menTUIHbBIX GUTOTOPMOHOB — OYEHb
OBICTPO pa3BUBAIONIASICS 00J1aCTh OMOJIOTMU pacTe-
HU, IPU 3TOM MOCTOSTHHO UAET UACHTU(UKALIMS HE
TOJILKO HOBBIX KOMIIOHEHTOB X CUTHAJIbHBIX ITyTEi,
HO Y BBISIBJICHUE HOBBIX T'PYIII HEOTUIHBIX PETYJISITO-
pOB POCTa, B TOM UMCJIe — 3a MpeaeaaMu pacTUTEb-
HOTO 1IapcTBa [4].

BoabIIMHCTBO Kj1acCOB MENTUIHBIX (PUTOTOPMO-
HOB KOAUPYIOTCSI OONBIIMMY TeHHBIMU ceMeiicTBaMu
y Ka3XI0TO BUIa BEICIINX pacTeHunii. [lentnoHblie pu-
TOTOPMOHBI CHMHTE3UPYIOTCSI B BUIE OEIKOB-TIPEN-
IIECTBEHHUKOB, KOTOPHEIC OOBIYHO BKJIIOYAIOT B ce0sI
N-KOHIIeBOII CUTHAJILHBIN JOMEH, HAIIPaBIISIONINIA
MENTUI TI0 CEKPETOPHOMY MyTH, BapruabeIbHyI0 00-
JacTh U (PYHKIMOHAJIBHO 3HAYMMEIN C-KOHIIEBOM
JIOMEH, KOTOPBIM OTHIETJISIEeTCS OT OelaKa-mpemrie-

JOOYEBA u np.

CTBEHHMKA BO BpeMS MPOTCOJIUTUICCKOTO IIpOIeC-
CUHIra U IIpeTepreBacT MOAUMUKALIUM HEKOTOPHIX
KOHCEPBAaTUBHBIX AMUHOKUCIIOTHBIX OCTaTKOB [60].
3penble IENTUIHBIE GUTOTOPMOHEI, TOCIEIOBATEITb-
HOCTH KOTOPBIX COOTBETCTBYIOT C-KOHIIEBBIM JIOME-
HaM O€JIKOB-IIPEAILIECTBEHHUKOB C BHECEHHBLIMU
MOCT-TPAaHCAIIUOHHBIMA MOIN(PUKATUIMHU, CEKpe-
THUPYIOTCS B allOIJIACT, IJIe B3aMMOJIEHCTBYIOT Ha M0~
BEPXHOCTH PACTUTEJILHBIX KJIETOK CO CBOMMU PELICII-
TOpaMHM — KakK IPaBWJIO, MU SIBJISTIOTCSI CEPUH-TPEO-
HUHOBBIC ITPOTEMHKMHA3KI C BHEKJICTOUYHBIM JIOMEHOM,
coaepxamuym JierrH-6orareie ToBTOpEI (LRR-RLK,
Leucine-Rich Repeats Receptor Like Kinase) [61, 62].

B Hacrosmee BpeMst BHe pacTUTEIBHOTO IapCTBa
T€HbI, KOAMPYIOIINE NENTUIHBIC (PUTOTOPMOHBI, OBLIU
BBISIBJICHBI Y psila OaKTeprii U TpuOOB (Kak IpaBUJIo,
¢UTONATOreHHBIX, HO TAKXKE Y HEKOTOPBIX CUMOMO-
TUYECKUX 1 APYTUX aCCOLIMMPOBAHHBIX C PACTEHUSI -
MU OPTraHU3MOB, TaKUX KaK rprObl apOyCKYJUISIPHOMN
MUKOPHU3bI U pu3ochepHble 0aKTeprumn), a TaKKe y
napasutudecknx Hemaron. Hekoropwie m3 “Hepac-
TUTEAbHBIX” NEeNTUAHBIX (PUTOTOPMOHOB ITOAPOOHO
W3y4YeHBbl, HalpUMeEp Y IIapa3suTUYECKUX HeMaToI
[18], opyrue ke ObUIN BBISIBJICHBI COBCEM HEIAaBHO, U
WX POJIb BO B3aUMOAEUCTBUY MATOT€HOB C pACTEHUSI-
MU He BBISICHeHa [63].

CKopee Bcero Crroco0OHOCTh CMHTE3UPOBaTh 3 -
(eKTOpPBI, UMUTHUPYIONINE HETITUIHBIE (PUTOTOPMO-
HbI, pa3BUBajach HE3aBUCUMO Yy pa3HBIX I'PYIIT Op-
raHU3MOB, B3aUMMOACICTBYIOIIUX C PaCTCHUSIMMU.
BaxxHb1ii BOITpoC — KaK MOSIBMJIMCH TeHbI IS TUTHBIX
(UTOTOPMOHOB y PACTUTEIBHBIX MMApa3uTOB U CUM-
OMOHTOB: IIPOU3OIILIO JIX 3TO B pe3yJIbTaTe IJINTEIIb-
HOM COBMECTHOI 3BOJIIOLINHY ITapa3nuTa/CMMOMOHTA 1
xo3ssHa wiu B pesyabrate I'TII. C ogHOM CTOPOHBI,
TUITOTe3a KOHBEPIeHTHOM 3BOJIIOLIM KaXeTcsl 0oee
normgHoi, gyeM ['TII, mocKoabKy OTCYTCTBYIOT JOKa-
3aTeJIbCTBA, HEOOXOMUMBIE JJIsI TIPUHSITUSI TUTIOTE3bl
I'TIT (mampumep, QuIOreHETUYECKOe HECOOTBET-
CTBHE MEXIY IIPOUCXOXICHUEM BUIOB U O€PEBbIMU
reHoB). C Ipyroit CTOpoOHbI, OTHOCUTEILHO KOPOTKUE
MOCJIEIOBATEILHOCTA TEHOB, KOMUPYIOIIUX TENTHI-
HBIe (PUTOTOPMOHBI, 00/IaIaI0T OTPaHNYCHHBIM (PHITO-
TeHETUYECKUM CUTHAJIOM, UTO 3aTPYIHSIET MOJlydeHUe
JIAaHHBIX O IIPOUCXOXKICHUM TAKUX ITIeNTHUOOB [9].

B ciydyae “HepacTuTeNbHBIX” MENTUIHBIX (UTO-
TOPMOHOB KOHBEPIeHTHAs BOJIIOINS, CKOpee BCETOo,
MMeJsia MECTO IJisl HanboJiee u3y4eHHOTO CiIyvas Ierl-
TUAHO-(PUTOrOPMOHAJIBHOII MUMUKPUM y OaKTEpUii,
a umeHHo PSY1-nmomoOHBIX nentuaos RaxX BUIOB
Xanthomonas (cM. HIXKe).

B 10 Xe BpeMs IJIsT MENTUAHBIX (PUTOTOPMOHOB
napasutuueckux Hemarton runote3a ITII Takxke
MIpeACTaBIISIETCS. BeChMa BEPOSITHOM, YIUTHIBAsI, YTO
Takre HeoOXxoamMble (haKTOPhI ITapa3suTU3Ma Kak re-
Hbl OEJIKOB-IeCTaObMIN3aTOPOB KJIETOYHOI CTEHKU
ObUIM MpUOOpPETEeHbl HEMAaTodaMM OT OakTepuili U
rpnooB [11]. CoBceM HemaBHO T€HBI, KOIMPYIOIINE
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MEeNTUAHBIE (PUTOTOPMOHEI TEX K& CEMEICTB, UTO Urpa-
10T POJIb B TTApa3UTU3ME Y HEMATO, ObLJIU BBISIBIICHBI Y
HEKOTOPBIX BHMIIOB 0OaKTepuii U rpuOOB, B3aMMOICIi-
CTBYIOIIUX C PACTEHUSIMU, UTO TAKXKE MOXET OBITb KOC-
BEHHBIM HoaTBepxIeHneM runoressl ITIIN [63].

Ilenmuonbie pumo2opmonbl HemMamoo:
Ppecyasmopul 0eAeHust KAemok

K HacrostiieMy BpeMeHH TeNTHUIHBIE (UTOTOP-
MOHBI MACHTU(GUIIMPOBAHBI ¥ HECKOJIBKUX TPYIII
buronapazuTUIeCKMXx HEMaTol, a MMEHHO IIMCTO-
BBIX (MpeacTaBuTeNu polaoB Globodera u Heterodera)
" raJutoBeIX (pon Meloidogyne), oOpa3yOIlInX rajijibl
Ha KOPHSIX pacTeHUI-X035€eB, a TaKXke Yy OJM3KUX K
IIMCTOBBIM TTOYKOBUIHBIX HeMaTton (pon Rotylenchu-
lus), HECITOCOOHBIX K rajuiood6pa3oBaHUIO, HO TaKKe
WHIYIMPYIOIINX CUHIIUTUAIBHBIE CAUTHl KOPMIJICHUSI.
Y mapa3uThdecKnux HeMaTon OOHapyKeHBI MENTHI-
Hble ¢uTtoropmoHbl ceMeiictB CLAVATA3/EMBRYO
SURROUNDING REGION-RELATED (CLE),
C-TERMINALLY ENCODED PEPTIDES (CEP) n
INFLORESCENCE DEFICIENT IN ABSCIS-
SION (IDA) [18].

IMentuaer CLE — nepBhie U3 MAeHTUGUIIMPOBAH-
HBIX U HaubOoJiee XOPOIIO M3YYeHHbIC MEeNTUIHbIE
TOPMOHBI pACTEHU — UTPAIOT BaXKHYIO POJIb B TAKHMX
mporieccax Kak KOHTPOJIb aKTUBHOCTH MEPUCTEM,
9MOpUOreHe3, OTBET Ha abMOoTUYecKHue (HaKkTOphI
cpenbl (comepXaHue HUTPATOB, TOCTYITHOCTh BOIBI)
U pacTUTEIbHO-MUKPOOHBIE B3aUMOACHCTBUS (pa3-
BUTHE a30T(HUKCUPYIOLINX KIIyOEHBKOB ITPU B3aIMO-
nmeiicTBum ¢ pusoousmu) [59, 64]. INenruner CEP —
PETYJISTOPHI pOcTa CTEOIST M KOPHS, a TAKKe pa3BU-
THSI OOKOBBIX KOpHEil W KJIYOEHbKOB M OTBETa Ha
a0MOTHUYECKUI CTpecC, B 0COOEHHOCTH — Ha medu-
uut asora [59, 65]. [Tentunel IDA omocpenoBaHHO
PETYJIUPYIOT AeCTadUIN3ALMI0 KIETOUHOM CTEeHKU
P TaKUX TIporeccax Kak ¢opMUpOBaHUE OTIOETM-
TEJTBLHOTO CJIOS OITaalOIINX JIUCTHEB, IIBETKOB 1 TUIO-
JIOB, POCT TIPUMOPAUST OOKOBOTO KOPHSI yepe3 CIou
KJIETOK SHIOAEPMBI M KOPBI, a TaKKe B3amMOICHi-
CTBUE ¢ maToreHamu [59, 66].

IIpu 3TOM Yy rajIOBBIX HEMATOH MMEIOTCS TeHBI,
KOIMPYIOIIYE MEeNTUABI BCEX TPEX CEMEICTB (a TaKKe
O0M3Kue K HUM Itentuabl MAP, cM. HIKe), y IUCTO-
BBIX — ToJIbKO TeHBI CLE, a y moukoBugHbeix — CLE n
CEP. bonee Toro, nmocjienoBaTeJbHOCTH U JOMEHHas
CTPYKTYpa COOTBETCTBYIOIIMX IIENITUIOB Pa3IndaioT-
Cs1 y pa3HbIX TPYIIIT HEMATOO, 0COOEHHO Y IIMCTOBBIX
U TajuioBbIX. Kak 1 menTuaHble TOPMOHBI PACTEHUIA,
MPEeIIeCTBEHHUKN MEeNTUIHBIX (DUTOTOPMOHOB HE-
MaTton TOMHMO (PYHKIMOHAIBHOTO C-KOHIIEBOTO
nomeHa (CLE-, CEP- unu IDA-noMeHa, COOTBET-
CTBEHHO) coaepxXaT N-KOHIIEBOIl CUTHAJIbHBINA JO-
MEH, KOTOPBIIA MPEANOI0KUTEIbHO HalIpaBJIsIeT UX K
YITAaKOBKE B CEKPETOPHBIE TPaHyJIbl B KJIETKAX TTUIIIE-
BomHBIX Xene3 [18]. Takxke mpenlnecTBEeHHUKM ITeTl-
TUAHBIX (DUTOTOPMOHOB BCEX ILIMCTOBBIX M IIOYKO-
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BUIHBIX HEMATOH, HO HE TaJUIOBBIX HEMATO, BKIIIO-
YyalT B ce0s1 LIEHTpaJdbHbIII BapuaOeIbHBIA TOMEH
[18, 67, 68]. HekoTopsie BUIBI HeMaTOM (KaK M HEKO-
TOpBblE BUIBLI PACTCHMI) MMEIOT MYJIbTUIOMEHHBIE
MPEeAIIeCTBEHHUKM MENTUIHBIX (DUTOTOPMOHOB, CO-
JepxXkaliue OT IBYX 0 AEBATA (PYHKIIMOHAIBHBIX
C-KOHI1IeBBIX ToMeHOB: HanpuMmep, Bce CLE kapto-
denapHOM HUCTOBOM HeMaToawl Globodera rostochien-
sis [69], CLE-momo6HbIe 6etku MAP (Meloidogyne
Avirulense Proteins) rayutoBeix Hematon [70] m CEP
MOYKOBUIHBIX HeMaTo ponaa Rotylenchulus [71].

Kak u mpoune appexkTopsl GUTONAPA3ZUTHIECKIX
HeMaTo[l, NPeAlIeCTBEHHUKNU NMEeNTUAHBIX (PUTOTOpP-
MOHOB CEKPETHUPYIOTCS B KJIETKM KOPHS pacTCHUSI-
XO035IMHA B COCTaBEe CEKpeTa MUIIEBOAHBIX xKene3 [20,
72, 73]. B kjeTkax pacTeHUil OHM MOABEPTraroTCs
MIPOLECCUHTY, B Pe3yJIbTaTeé KOTOPOIO IIOJIYyYaroTCS
3penble nenTuabl. B yactHoCTH, Ha IpUMepe MyJib-
tunoMeHHbIX CLE G. rostochiensis ObL10 TI0Ka3aHoO,
YTO IJISI IPOTEOIUTUIECKOTO IIPOLECCUHTA U TIIUKO-
3WJIMPOBAHUS MPEAIIECTBEHHUKOB MENTUIHBIX (DU~
TOTOPMOHOB HEMATO/ UCITOJIb3YIOTCSI COOTBETCTBYIO-
mue (pepMeHTHl pacTeHUsI-X035IMHa [69].

3peable IENTUABI, MOJIy4YeHHBbIE B pe3yabTaTe
MpOIlleCCMHTa “HEeMaTOOHBIX” TIPEeNIIeCTBEHHUKOB
MENTUIHBIX (DUTOTOPMOHOB B PaCTUTEIbHO KJIETKE,
CITOCOOHEBI B3aMMOIEICTBOBATh C PELIEIITOPAMU CO-
OTBETCTBYIOIIMX IIENTUAHBIX TOPMOHOB PacTeHUS U
aKTUBUPOBATh HUXKeJexXalllie CUTHAJbHbIC TYTH.
Hanpumep, 6bU10 ITOKa3aHO, YTO Ha IOBEPXHOCTHU KJIe-
ToK apaounorncuca nentuabl CLE cBekIioBUUHOM He-
Matonsl H. schachtii (HSCLE) MoryT CBSI3BIBaTLCS C pe-
nenrropamu pactutenbHbeIx CLE: CLAVATAL (CLV1),
CLAVATA2/CORYNE (CLV2/CRN) BARELY ANY
MERISTEM 1 u 2 (BAM1, BAM2), RECEPTOR
PROTEIN KINASE 2 (RPK2) u TDIF RECEP-
TOR (TDR) [74—78], Torma xak mentunbl GrCLE
30JIOTUCTOM KapTodeabHoU HeMaToabl G. rostochien-
Sis CITOCOOHEBI CBSI3BIBAThCS ¢ peueritopoM StCLV2
kaprodensa [79]. I'eHbl, Kogupyoomye peLeHTOPHI
CLVI1, CLV2-CRN u RPK2, skcrnpeccupyloTcss B
CUHLUTUSX, UHIYLIUPOBaHHEIX H. schachtii B KOpHSIX
apaouporicuca [76], a PHK-uHTepdepeH1Insd reHOB,
KOIUPYIOLIMX B3TU XK€ PeleNnTOPhl Y COU, TTOBBIIIACT
YCTOMYMBOCTh pacTeHMil K coeBoil Hematone Het-
erodera glycines [80].

CBsI3bIBaHUE C PACTUTENIBHBIMU pELENTOpaMu
HAESA (HAE) u HAESA-LIKE 2 (HSL2) npennona-
raercs takke g 1DA menTtunoB rajuioBbIX HEMATOL,
MiIDL1 u MiIDL2 (M. incognita IDA-Like): MyTaHTBI
apabugoricuca ¢ rmorepei QyHKIMU 3THUX PEeLeTITOPOB
He CITOCOOHBI K pocToBoMy oTBeTy Ha MilDL u “pac-
tutenbHble” 1DA [81].

IToMmuMoO pelienTopOB MENTUAHBIX TOPMOHOB pac-
TEHUI HEKOTOpble M3 “HeMaTOOHBIX’ TICNTHUIHBIX
(UTOrOPMOHOB MOTYT B3aUMOJICIICTBOBATh C IPYTU-
MU OeJIKaMU B paCTUTENIbHBIX KJIeTKaxX. Tak, menTu
CLE M. incognita, oH xe 6enok-3¢dekrop 16D10, B
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KJIETKaXx pacTeHWl HalpsMyl B3aUMOICUCTBYET C
sinepHbiMu Oesikamu SCL6/HAM3 u SCL2 (SCARE-
CROW-LIKES6 u 2) u3 cemeiictBa T® GRAS [82]. 13-
BecTHO, uT0 SCL6/HAM3 mnpuHMMaeT y4yacTue B
cnelUKaIUU aluKaJbHOM MEPUCTEMbI KOPHS
[83], omHAaKO MeXaHM3M M 3HAYEHWE B3aMOICHCTBUS
16D10 ¢ T® SCL ocTaioTcs HESICHBIM.

IlenTuaHBIe GUTOTOPMOHBI TAPA3ZUTUIYECKUX HEe-
MaTol B 3KCIIEPUMEHTAaX 10 3K30TeHHOI 00paboTKe
¥ CBEPXIKCIIPECCUM COOTBETCTBYIOIIMX T€HOB BBI3bI-
BaJIM y PaCTEHUI1 POCTOBBIE OTBEThI, CXOAHBIE C TEMU,
KOTOPBIC BEI3BIBAIOTCSI aHAJIOTUYHBEIMU CeMeiicTBaMU
MENTUIHBIX (PUTOTOPMOHOB PACTUTEIBHOIO IPOMC-
xoxaeHus:. Hampumep, s3k3oreHHast oopaboTka pac-
TeHUI1 apabuaoIcrca pa3HbIMU I'PYIIIAaMU IETITUAO0B
CLE Hemaronm (MMEOIIMUX CXOACTBO C pPa3HBIMU
rpyrnmamu nentunoB CLE pacteHuii) BEI3bIBAeT Mac-
CUBHYIO ITpoJndepanmio KISTOK B KOPHSX, YTO 103~
BOJISIET IIPEAIIONIOXUTh, UTO 00€ TPYIIIbI HNEOTUIOB
CLE Hemaron MOTYT CITOCOOCTBOBATh IpoJindepaliin
KJIECTOK BO BpeMs (DOPMUPOBAHUS CaiiTa KOPMIJICHUS
[75]. CBepxakcmpeccusi reHa 16D 10 M. incognita BbI3bI-
BaeT YCKOPEHHBIN pOCT KOpHEl y apadbumorncuca [82].
Caepxakcripeccusi reHoB H. schachtii HsCLEI wn
HsCLE2 BoccTaHaBIMBaeT HOPMaJIbHbINA (DEHOTUIT Y
myTaHTa clv3 [78], a cBepxakcnipeccus reHa MilDL1
M. incognita — y mytanTa ida [81]. HanipoTtus, nentu-
o1 CEP Hemaronm, mo-BUOAMMOMY, OIPaHUYMBAIOT
pa3Mmep caiiToB KOpMJICHUSI, TaK KaK 00padboTKa KOop-
Heil apadbunoncuca nentuaoM RrCEP1 u3 Rotylen-
chulus reniformis BBI3BIBaeT yMEHBIIEHHE pa3Mepa
CUHIIMTHEB MPpHU 3apaXeHU HemaTtonamu [71].

OueBUIIHO, YTO POCTOBBIE PEAKIIU, BbI3bIBaeMble
MENTUAHBIMA (PUTOTOPMOHAMM HEMATOOHOTO MHpPO-
HUCXOXICHUSI, BHOCST BKJIaJ B CTTIOCOOHOCTb HEMATO[I
3apaxaTb KOpPHHM pacTeHuil. Tak, akTMBallusl 3KC-
MPECCUN TeHOB, KOAVPYIOLIMX MEeNTUIHbIE (PUTOTOP-
MOHBI, Ha TTapa3uTapHBIX CTAIUSX PA3BUTUS HEMATO/,
[20, 69, 7173, 84, 85] Hapsimy ¢ TeM (PAKTOM, 4TO
TpaHCTeHHBIE PACTECHUS, SKCIIPECCUPYIOLINE IBYX-
nernoueyHyio PHK, komnimementapnyio CLE Hema-
TOH, YCTOMYMBBLI K HEMATOOHOMY 3apaxkeHuio [85],
YKa3bIBAIOT HA BaXKHYIO POJIb 3TUX MNENTUIOB B Mapa-
sutu3Me. OO0 3TOM Xe CBUACTEIILCTBYET TOT (DaKT,
yro PHK-unTtepdepenius reva 16D 10 M. incognitay
KapTtodeisl TOBBIIIAET YCTOMYMBOCTh PACTeHU K
sty BunaM Meloidogyne [82].

Ilenmuonbie pumoeopmonbl baxkmepuii:
cueHan 051 UMMYHUmMema pacmenuii (U He MOoAbKO)

HawnbGonee m3ydeHHBIM TIpUMepoOM OaKTepuaib-
HBIX 3D (HEeKTOPOB, UMUTUPYIOIIUX NENTUAHbIE DU-
TOTOPMOHBI, SBJsgeTcsa nentun RaxX, mpomoyuupye-
MBbli1 OakTepueit Xanthomonas oryzae pv. oryzae. OTOT
Oesiok siBisieTcss romoJsiorom 6enkoB PLANT PEP-
TIDES CONTAINING SULFATED TYROSINE
(PSY) pacrenwnii [86, 87].

JOOYEBA u np.

B renome apabuioricuca UMeIOTCs JBa reHa, KO-
pytolye NenTuabl-npeaiectsBeHHUKU PSY: Hanboee
BBICOKHWI YPOBEHb X IKCITPECCUU UMEET MECTO B allu-
KaJIbHOI MeprcTeMe 1o0era 1 30He JI0HTAIlMU KOPHSI.
Penenrrop PSY1 — penenropnas kmHaza PSY1R
(PSY1 RECEPTOR) — mipu cBsI3bIBaHMU JIMTaHaa
obpasyer retepommMep ¢ Kopenentopom SERKI
(SOMATIC EMBRYOGENESIS RECEPTOR KI-
NASE1). MuieHplo e¢ ASHCTBUS SIBIISICTCSI MEM-
opannast H -AT®asza 2: dpochopuiupys U akTUBU-
pya ee, kuHa3za PSYIR cmocoOcTByeT 3aKuCIeHHUIO
MEXKJIETOUHOTO MPOCTPAHCTBA U MOBBILIEHUIO Jla-
OWJILHOCTU KJIETOYHON CTEHKHU, YTO CIOCOOCTBYET
POCTY KJIETOK pacTsokeHueM [88].

M3ydenue 6akrepuanbHoro addexkropa RaxX Ha-
Jaj0Ch C OTKPBITUS reHa Xa2l puica, KOTOPHIi KO-
pyeT penentopHyio kuHa3y ceMmeiictBa LRR-RLK u
MIpUIAeT YCTOMUMBOCTD pacTeHUs K X. oryzae pv. ory-
zae [89]. Ilouck reHoB X. oryzae, HEOOXOMMMBIX IS
akTuBauuu Xa2l (reHoB Rax, ot Required for Activa-
tion of Xa2l), mpusein K uneHTUdUKauy reHa Rax.X.
B nampheiiimem reHBI RaxX ObLIM OOHApyXEHBI Yy
MHOTUX BUIOB Xanthomonas. Bbicokasi KOHcepBa-
TUBHOCTb IIOCJIEAOBATEIbHOCTE reHOB RaxX y pa3s-
HBIX BUIOB CBUIETEIbCTBYET 00 MX BaXKHOM OMOJI0T M-
yeckoi pyHkumu [86, 87].

IMponyktr npyroro Xa2l-akTUBUPYIOIETO TeHa
X. oryzae, xonupymolero 6ubyHKIIMOHAJIBHYIO MPO-
Teady/nepeHocunk RaxB, HeoOxomuM 111 IpoTeo-
JIMTUYECKOTO TMPOLIECCUHTAa U CO3pEBaHUs TMenTuIa
RaxX. Kpome toro, mist pyHkumronmnpoBaHust RaxX
BaXKHO €ro cyJibhaTupoBaHHE MO KOHCEPBATUBHOMY
OCTaTKy THUPO3UWHA TUPO3UHCYIb(MOTpaHChEpa3oi
RaxST. Takum oGpasom, Xanthomonas caMOCTOSI-
TeTbHO oOecrieynBaeT co3peBaHme nenrtuna RaxX B
OaKTepuaJibHOI KJIETKE M CEKpEeTHUpYEeT €ro B BHUIE
MPOTEOJIUTUYECKU MPOLIECCUPOBAHHOTO U CYJIb(haTh-
poBaHHOrO 3pesoro rentuna [90]. DTo oTMyaeTcs: ot
CUTyallUU C (PUTOMATOTeHHBIMU IpUOAMU U HEMAaTOaa-
MU, KOTOPbIE CEKPETUPYIOT TOJIBKO MPEAIIeCTBEHHUKHU
NEeNTUIHBIX GPUTOTOPMOHOB 1 MCIOJIB3YIOT (DepMeH-
ThI paCTEHUSI-XO35IMHA /11 MX co3peBaHus [79, 91].

INenTua RaxX 13 pa3iuyHbIX BULOB Xanthomonas,
Kak u nentug AtPSY1 apabumoricuca, CTUMYIAPYET
poct KopHeit. B To xe Bpems nentun AtPSY1, B oT-
Juuure oT RaxX, He MoXeT aKTUBUPOBaTh Xa2l-omno-
CpenoBaHHBII MMMYHMUTET Yy pacTeHUil puca [86].
Haxkonen, 6pu10 1MoKa3zaHo, yto menTtunbl RaxX m
AtPSY B3auMOJENUCTBYIOT C pa3HbIMU pPELICTITOPaMU:
RaxX, Ho He AtPSY1, Hanpsimyto U ¢ BbICOKOIT ahUH-
HocThlo cBa3biBaeTcsl ¢ LRR-RLK Xa21 puca [90].

Ha ceromusamnnit neHp Xanthomonas — enuH-
CTBEHHBIN M3BECTHBIN (pUTOMATOreH, KOTOPHI CeK-
peTUpyeT TOTOBBIM ITENTUAHBII (puToropmoH. Kpome
TOro, YHUKAJbHOI SIBISETCS CUTyalUus CO CHELU-
(GUYHOCTBIO pelenTopa 3TOro MeNTUIa: TOJbKO
RaxX B3ammopeiicTtByeT ¢ peuenropoMm Xa2l pwuca,
KOTOPBIH, CeI0BaTEIbHO, SIBJISETCS HE PELENTOPOM
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pacTUTEILHOTO TOPMOHA, a CIelMaTu3uPOBaHHBIM
penenTopoM U1 O0akTepuaibHoro agdexkropa. B
CBSI3U C BTUM Ipeanojaraercs, Yto cucrema RaxX—
Xa2l, cymst mo BceMy, NpeacTaBisieT COO0M YaCTHBIN
cilydyaili UMMYHUTETa pacTeHUs, 3allycKaemMoro (-
dextopom (Effector-Triggered Imunity, ETI). Dra
cucTeMa BKJIIO4aeT B ce0s1 OakTepuaabHbIe 3(PpdheKTo-
pPbl U CBSI3bIBAIOIIIME WX BbICOKOCHEIM(UYHBIE MO-
BEpPXHOCTHbIE WM BHyTpukjieTouHble LRR-comep-
Kallye UMMYHHbBIE pelienTOpbl pacTeHUsl, KOTOpbIe
BO3HUKJIM B pe3yjbTaTe IJIUTEIbHON KO3BOIIOLNUU
rnmaToreHoB U ux xo3sieB [92]. [Mentua RaxX ncnomnb-
3yeTcsl bakTepueil 151 00Jer4YeHus 3apakeHus1 pac-
TeHUI, OMHAKO MMMYHHasI CCTeMa pacTeHUil “00-
Manyma” Xanthomonas, TOCKOJIBKY 3axXBaTt 3((eKTO-
pa RaxX peuentopom Xa2l, cTaBIIUM 4YacTblO
cucteMbl ETI, ocTtaHaBiuBaeT pacHpoCTpaHEHHUE
Gakrepuu [86, 87].

HenasHo y huTONMaTOre HHBIX OAKTEpHit OBIJTN BBI-
SIBJICHBI TakK:Ke TMeNTUIHbIE (PUTOTOPMOHBI CEMEICTB
CEP u RAPID ALKALINIZATION FACTOR
(RALF), HO Omosorndyeckue (QYHKIINMU STUX IIEIITH-
JIOB TIOKAa He BbISICHEHBI. Tak, 1eBATb BUIOB aKTUHO-
OakTepuil, OOJBIIMHCTBO U3 KOTOPHIX SIBJISIIOTCS Ma-
TOT€HHBIMM [JISI pacTeHUI, HAIIpuMmep Streptomyces
acidiscabies, BO30yIuTeNIb MapIin KapTodenss, mpo-
IyLUUPYIOT 6elKku, coaepxamiue C-KOHIIEBON JOMEH
RALF. YHuKanbHOI 0COOEHHOCTBIO OaKTEpHATbHBIX
oenkoB RALF saBnsiercas IOMeH, TOMOJIOTMYHBIN
cyobenuHuIe S1 KOKJTIOIIHOIO TOKCHHA, KOTOPHIM
orcyrctByeT B RALF pacreHuii 1 rpub0OB 1 MOXKET
CBUIETEJILCTBOBATb O Pa3IWUMIX (DyHKIIMM OaKTepH-
anbHbIX ¥ pourx RALF 6enkos [93]. bakTepuaibHbIiA
romoJior CEP 6bu1 oOHapy:keH y Ralstonia syzygii subsp.
Syzygii — maToreHa, BhI3bIBamoIIero 6one3nb Cymar-
PHI y TBO3IMYHEBIX HepeBbeB B Munonesun [63].

Ilenmuonosie pumoeopmonst 2pubdo8:
HesicHble DYHKUUU

duronaroreHHbIe TPUOHI PaCTEHUI MOTYT MaHU-
MyJIMpoBaTh Pa3BUTUEM U UMMYHHBIM OTBETOM pac-
TEHUIi-X0351€B C MOMOIIIBIO CIIOXKHBIX U pa3HOOOpa3-
HBIX MEXaHU3MOB, BKItodas BeipadoTKy YK n LK
[5, 6], a TakKe ceKpeLunio GeTKOBBIX 3(PPEKTOPOB —
TOMOJIOTOB TENTUAHBIX TOPMOHOB pAacTEHUU (CM.
HIXKE).

Ha ceronnsiiiHuii 1eHb y (pUTONAaTOTeHHBIX TPU-
0OB BBISIBICHBI 3((EKTOPHI, UMUTHUPYIOIINE IIeII-
TUIHBIe duTtoropMoHbl ceMerictB RAPID ALKA-
LINIZATION FACTOR (RALF), durocynbdoxu-
Hbl (PSK) u IDA: nentuasl RALF u PSK mupoko
pacrpocTpaHEeHEI B IIapCTBE TPMUOOB 1 OBLIIN UACHTH -
dunmpoBaHbl 6oiee yeM y 20 ¢pUTOIMaTOTeHHBIX BU-
JIOB aCKOMUIIETOB U 6a3uanoMuLieToB [63, 91, 93], B
TO Bpems Kak Ierntuabl DA Obuin oOHapy:KeHbI
TOJILKO Y IBYX BUIOB I'puGoB [63].
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I'en, Komupytoniuii OJM3KUIA TOMOJIOT PaCTUTENb-
HbIX enTuaoB RALF, Obln BriepBble MASHTUDUIIN-
poBaH y Fusarium oxysporum — pacIlipoOCTpaHEHHOTO
¢uTONAaTOreHHOTO Irprda ¢ IIMPOKUM KPYTOM XO35I-
eB, TU(MBI KOTOPOTO PACIIPOCTPAHSIOTCS TI0 COCYIM-
CTOIi CUCTeMe pacTeHUIA, BBI3BIBAsI Ne(PUILIUT BOIbI U
yBsimaHue — dy3apuoO3HbIi BUAT [94].

I[Menruner RALF y pacTeHuii BriepBble OBLIN 00-
HapyXeHBI KaK (akTophbl, moBbIIatone pH cpensl
IIpU UX T00aBJICHUM B KYJILTYPY KJIETOK TabaKa: KO-
HEYHOI MHUIIEHBIO NX IeHCTBUS, I10-BUANMOMY, SIB-
ngerca HT-AT®a3za 2, akTMBHOCTb KOTOPOIl Hera-
tuBHO peryiupyior RALF. biarogapst Takomy neii-
ctButo rnentuabl RALF sBnsitoTcsi HeraTMBHBIMU
peryiasaropamu MYK: o0paborka pacTeHuii Imernruma-
M RALF BBI3BIBaeT CHMKEHHME CKOPOCTHU YIJIMHE-
Hus1 KopHeil. Kpome Toro, nentuabsl RALF n3BecTHBI
KaK peryiasiTOpbl TMOBHIIIEHUS YPOBHSI aKTUBHBIX
dopMm kucnopoma (ROS, Reactive Oxygen Species)
pu OMOTUUYECKOM U abHOoTUYEeCKOM cTpecce [95].

benok-npeamectBeHHUK RALF, komupyemsblit
reHoM F. oxysporum (F-RALF), Kak 1 COOTBETCTBYI0-
mue OeJIKA pacTeHMWM, COOepPKUT KOHCEPBATUBHBIN
nomeH RALF, cooTBeTcTBYyIO1IIMIT 3peIOoMy NENTULY,
1 N-KOHIIEBOM CUTHAIBHBINA TOMEH, HEOOXOONMMBI
i cekpennn. B mampHeiimem reHel RALF Opumm
UICHTU(PUIIMPOBAHBI B TeHOMax 26 BUIOB OMOTPO®d-
HBIX 1 HEKPOTPOMHBIX (PUTONATOreHHBIX TPUOOB: He-
KOTOPBbIE€ 13 3TUX BUIOB I'PUOOB MMEIOT 110 HECKOJIbKY
RALF-nogo6HbIX reHoB. Bece BUabl rpr®oB, KOTOPHIS
obnamatotr reHamu RALF, siBnstioTcst maroreHamMu pac-
TeHMIA, 9YTO yKa3biBaeT Ha poiib RALF B marorenese
rpu6oB. I1o Bceit Bunumoctu, RALF F oxysporum B3a-
MMOJIEMCTBYET C PACTUTEIbHBIM PELENTOPOM ITEIITH -
1noB RALF — nporemakuHazoit FERONIA: myranTt
apabujgoricuca c morepei GyHKIMU 3TOTO peliernTopa
He IPOSIBJIsIeT MHI'MOMPOBAaHUS pOCTa B OTBET Ha 3a-
paxenue F. oxysporum [91, 93].

HNuTtepecHo, uTO Yy 61M3KOTO BUIAa (DPUTONATOTSH-
HbIX TpUoOB, Fusarium graminearum, nientung RALF,
IIO-BUAMMOMY, He BaXXeH IS BUPYICHTHOCTU: MY-
TaHTHBIE IIITAMMEBI C ITOTepeil PyHKIIMU CBOETO EINH-
cTBeHHOTo reHa FgRALF mposBASIIOT HOPMAaJbHYIO
CIOCOOHOCTh K 3apaxeHuIo pacteHuit [96]. Takum
obpa3om, KoHcepBaTuBHas poiib ientugoB RALF B
naToreHe3e rpudoOB OCTAETCsI MO BOITPOCOM.

Taxke cpeny rpruOOB TOBOJILHO IIIMPOKO pacIpo-
cTpaHeHbl romojioru rmentugoB PSK, koTopeie ObLIN
UIEHTU(MUIMPOBAHBI Y TISITU BUIOB Oa3uauoMuUlle-
ToB (BUnbl pona Tilletia) n 19 BUIOB aCKOMUIIETOB
(HO He y F. oxysporum v 6JIU3KUX K HEMY BUIOB) [63].
®dutocynbdokunbl (PSK) pacteHuii, B oTIM4ue OT
nentuaoB RALF, saBisiioTcst akTuBaTopaMu pocTa U
JleJIeHUsI KJIETOK, Urpasi pojib B KOHTPOJie aKTUBHO-
CTU MEPUCTEM, POCTE TIbLIbLIEBOM TPYOKU U peakiiuu
Ha naroreHes [97]. Bce rpu0bl, coaepxaliye ToMo-
Jioru reHoB PSK, TakxKe SIBISIIOTCS (PUTOMAaTOTeHHbI-
MU, 9TO MO3BOJISIET MPEAIIOIOXKUTL POJb “TPUOHBIX”



654

¢uToCYNTb(hOKMHOB BO B3aMMOIEHCTBUN C PaCTECHU-
eM-X03siIMHOM. TeM He MeHee poJib reHoB PSK duto-
MaTOreHHBIX TPMOOB B HACTOsIIIIee BpeMsI He ObLj1a 13y~
YyeHa B CBSI3U C COBCEM HETABHUM UX OTKPBITHEM [63].

CoBepllIeHHO He U3y4YeHBI TakkKe (PYHKIIMU Mer-
TinoB IDA, BBIIBISHHBIX Y IBYX BUIOB (pUTOIATO-
TeHHBIX TpU00B — Oasunuomuliera Melampsora larici-
populina n ackomunieta Colletotrichum fructicola [63].

Jlpyrue npumMepbl MOJIEKYISAPHOI
MUMHUKpPUH Y (DUTONIATOr€HOB

IToMUMO BBIIICONMMCAHHBIX MTPUMEPOB MOJIEKY-
JIIPHOIT MUMMKPUH, Y Pa3HbIX IPYIII (PUTOIIATOTCHOB
OITMCAaHO JOBOJIBHO MHOTO YaCTHBIX CITydaeB 3(pdekTo-
POB, KOTOpbIe UMUTUPYIOT OIpeAcsieHHbIe OEIKH pac-
TEHUI1-X0351eB U CIIOCOOCTBYIOT ITOBBIIIEHUIO 3P deK-
TUBHOCTH 3apakeHUsI, OCYIIECTBIISS OIpeaeieHHbIE
GYHKIIMM B KiIeTKe pacTeHMil. IToCKONIBbKY TaKux
IIPUMEPOB MHOXECTBO, MBI OCTAHOBUMCSI TOJIbLKO Ha
HECKOJIbKMX Haubojee MHTepecHBIX 3¢@deKTopax,
OOHapY:KEHHBIX Y (pUTOIMapa3sUTUISCKUX HEMATO/I.

Hematonsr pona Heterodera B unciie mpoynx 3¢-
(EeKTOPOB CEKPETUPYIOT B TKAHM KOPHSI pacTeHUM
AHHEKCHUH-IIOMOOHBIE OCIKM, KOTOpPhIe JEMOHCTPHU-
pyIOT (PYHKIIMOHAJBHOE CXOACTBO C aHHEKCHMHAMMU
pacteHuii [98, 99]. AHHEKCUHBI — KOHCEPBAaTUBHbIE
IUIST 3yKapuOT OCJIKM, KOTOPbBIE CBSI3BIBAIOT HMOHBI
Kanblys U pochounuabl U y4aCTBYIOT BO MHOXKE-
CTBE€ KJIETOYHBIX MIPOIIECCOB, B TOM YMCJIE — B OTBETE
Ha abMOTUYECKMI CTpecC M MaToreHe3 y pacTeHUIA.
[Ipenmomaraercst, 9T0 aHHEKCUMHBI HEMAaTOd MOTYT
WUTPaTh pOJib B MOIABJICHU MMMYHHOM peakliuu pacTe-
HUIA: TaK, 9KCIIPECCUSI TeHa, KOIUPYIOIIETO CEKPETUPY-
eMblii aHHeKCMH H. avenae, BBI3BIBacT IIONABIICHUE
MECTHOM WMMYHHOU pEaKlMU CBEPXUYBCTBUTEIBHO-
ctu (Hypersensitivity response, HR) Ha pazinyHbie
OakTepuallbHbIe WHAYKTOPHI, TakKnMe KakK rare/umH.
HoxkayT aT0r0 Xe reHa y HEeMaToIbl Pe3KO CHIDKAET ee
CIIOCOOHOCTS K 3apaxKeHUI0 pacTeHuii [99].

Jpyroii mpuMep — HeMaTomHBIE 3(h(EKTOPHI, BHI3BI-
BalollMe YOMKBUTUHUPOBAHUE OEJTKOB PACTCHUSI-XO351-
WHA. Y LIMCTOBBIX (HO HE Y TaJJIOBbIX) HEMAaTOM ObLIU
BBISIBIICHBI 3(h(EKTOPHI N3 ceMelicTBa OCITKOB YIJIMHE-
Hus ueneit youksutuHa (Ubiquitin Extension Protein,
UEP). beuio nokazaHo, 4To Ge/IKM 13 3TOro ceMeiicTBa
HsUBI1 H. schachtiin GrUBCEP12 G. rostochiensis mo-
I'YT OBITb BaXXHBI [JIsl pa3BUTHUSI YCIIEITHOTO Tapa3u-
TH3Ma Ha pacTeHusIx, Tak Kak ux PHK-uHTepdepen-
1IMSI CHUXKajla BOCIPUMMYMBOCTb PACTEHUM K HEMa-
tonam [100]. MuileHU 3TUX OEIKOB B PaCTUTEIbHbBIX
KJIeTKaX HEU3BECTHHI.

Hakonel, HekoTopbie 3 peKTOpHBIE OEIKM, CEK-
peTupyeMble (DUTOITATOTeHHBIMU HEeMaTOIaMHU, MO-
TYT PEryJIMpoBaTh 9KCIIPECCUIO TEHOB PACTEHMSI-XO0-
3s1MHa, BBICTYIAasl B KauyeCTBE TPAHCKPUILIMOHHBIX
dakTopos. Tak, apdexrop M. incognita THO8 umeer
IIOMEHBI SIIePHOI JIOKATU3aIN 1 TIOCJIe CEKPEINU

JOOYEBA u np.

JIOCTaBIISIETCS B SIAPO pacTUTENIbHOI KieTku. Bbosee
TOrOo, OBLIO TTOKA3aHO, YTO 3TOT OEJIOK MOXET aKTH-
BUPOBATh TPAHCKPUIILINIO PEITOPTEPHBIX TEHOB KaK B
IPOXKEBOU cucTeMe, Tak U in planta [101].

OBCYXIEHHNE

HMrak, st pa3nuyHbIX TPyl (DUTOIIATOTEHOB B
HacTosIIIee BpeMsI BBISIBJICHO MHOXECTBO IIPUMEPOB
MOJEKYISIpHOM MMMUKPHUM, HalpaBJIeHHOI Ha I0-
CTUKEHME OOHOM 1IeJIM — MOBbIlIeHUE 3(PHEKTUBHO-
CTH IIaTOTeHe3a, HO peaIn3yeMOM pa3HbIMU ITyTSIMMU.
Bboiee Toro, pacopocTpaHeHre MOJEKYISIPHON MU~
MUKPUM HE OTrpaHUYMBaeTCs (UTOIIATOrEHaAMU: €€
IIPUMEPHI €CTh U CPEAU IPYTUX OPraHU3MOB, B3aIMO-
JIEACTBYIOINX C PACTEHUSIMUA, B TOM YMCJIE — CUM-
OMOHTOB.

Kak m ¢urtomatoreHbl, CMMOMOTHYECKME U TIO-
JIe3Hble MUKPOOBbI TaAKXKE CITOCOOHBI U3MEHSITh TPO-
LICCCHl pa3BUTUsI pacTeHUI1, IIPOU3BOAS pa3IMIHEIC
addexToprl. [TockoIbKy MOIe3HBIE MUKPOOBI M3HA-
YaJIbHO BOCIIPUHUMAIOTCSI PACTEHUSMU KaK TTOTEeH-
UadbHbIE 3aXBaTYMKM, BMEIIATEILCTBO B MMMYH-
HYIO CUCTEMY PaCcTeHUI, HaIIpaBJACHHOE Ha MOy~
poOBaHUE CUCTEMbl “3alIUTHBIX” (UTOTOPMOHOB,
SABJIsieTCsT (PYHAAMEHTAILHEIM IIJISI UX BbDKUBAHUS U
YCTaHOBJICHUSI OTHOIIIEHUI C paCTEHUEM-XO3SIMHOM.
Hanpumep, MUKOpU3HBIE TPUOBI MOTYT MOIYJIUPO-
BaTh Ilepegady CUTHAJIOB 3TUJIeHa — (DUTOropMoOHa,
PETYIUPYIOLIETO OTBET Ha OMOTUYECKUE U ab1oTHYe-
CKMe CTpeccoBbie (DAKTOPbl U UTPAIOIIETO BAXKHYIO
pOJIb B pa3BUTUM IIEPBUYHOM (MECTHOM) UMMYHHOM
peaxku. Bo BpeMsI KOJIOHM3AIIMK pacTeHUiT TpOoM
apOycKyasipHoii Mukopusbl Glomus intraradice ero
s dekTopHbIl O0e10K SP7 HampsMyio B3anmMojeii-
cTBYeT ¢ atuieH-3aBucuMbIM T® Ethylene Response
Factor 19 (ERF19) [102]. Ha cHM:>XKeHUM 3TUIEH-3a-
BUCHUMBIX peaklinii “uUrpaioT”’ Takxke pu3ochepHEIe
Oaktepnn popa Rhizobacteria, KoTopble 00JIagaioT
AIlIK-ne3aMmuHazoit, (hepMeHTOM, KOTOPBI paszpy-
[IaeT MpeAlIeCTBEHHUK 3TUJIeHa aMUHOLUKIIOIIPO-
nankapooxkcmwiaT (ALIK) 1 TakuMm 00pa3oM CHIXKaeT
YpPOBEHb OMOCUHTE3a 3TUJIEHA B PACTEHUM-XO3sIMHE
[103].

baktepun Rhizobium, criocobHble K 00Opa3oBa-
HUIO a30TOUKCUPYIONIEr0 CMMOMO3a ¢ 00O0OBHIMU
pacTeHUSIMH, TPUOBI apOYyCKYIISIPHOM MUKOPU3BI, a
TaK>Ke€ HEKOTOpbIe pru30ochepHble OaKTepPUU U TPUObBI
criocobHbl K cuHTe3y LK u MYK, uyto BaxHO mis
YCTaHOBJICHUSI UX B3aUMOIEHCTBUS C PACTEHUEM-XO-
3guHOM [104—109]. CriocoOHOCTh MPOAYLIMPOBATh
MNYK u LUK genaet 3Tu MUKPOOPraHMU3MbI Ba>KHBIMU
peryasitopamMu pa3Butus pactenuii [107, 108].

Takxe y CMMOMOTHUYECKUX 1 TT0JE€3HBIX MUKPOOOB
CYLIECTBYIOT ITPUMEPHI MUMHWKPUN TETTUIHBIX (pH-
TOTOPMOHOB. Y HEKOTOPHLIX BUIOB SHAOMUTHBIX,
SMM(GUTHBIX U pU30chEPHBIX OaKTepuil ObUIA UICH-
TUPUILIMPOBAHBI TEHBI, KOIMPYIOIINE BO3MOXKHBIC
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romouioru nentunos CLE, CEP u PSK [63]. Tomo-
JIOTH PaCTUTEIbHBIX MNENTUAHBIX (PUTOTOPMOHOB BbI-
SIBJICHBI TaK3Ke Y TPUOOB apOyCKYISIPHOI MUKOPU3HI:
B FeHOMax YeThIpeX BUAOB ponaa Rhizophagus v omHO-
ro Buaa poaa Gigaspora nieHTUGULMPOBAHBI T€HBbI,
MIPOAYKTHI KOTOPHEIX MMEIOT BHICOKOE CXOICTBO C HE-
kotopbeimu Ttentugamu CLE apabumoricuca u monep-
HbI. bostee Toro, nst Rhizophagus irregularis n Gigaspora
rosea 1iokazaHa akTtuBaumsi reHoB CLE (RiCLEI n
GrCLE]) ipu pa3Butumn cumouosa. Oo6paboTka pacre-
HUMl monepHbl cuHTeTndeckuM TrentuaoM RiCLEIL
BJIMSLIa HA Pa3BUTHE KOPHEBOM CUCTEMBI: TTOIaBJIsIa
POCT NEpBUYHBIX KOPHEM M CTUMYJIMpPOBaja 06pa3o-
BaHHE OOKOBBIX KOpHEil. DTOT 3(h(heKT ObLT MEHEee BbI-
paXkeHHBIM Y MyTaHTOB c/v2, 94TO TI03BOJISIET IIPEIIIONI0-
XUTh, 9to penenTop CLV2 MoXeT OBITh OTBETCTBEH-
HbIM 3a BoctipusaTie RiCLE]. Dx3orennas oopaboTka
npopocTtkoB RiCLE1 nepen uHokysiuyeii R. irregularis
ycuJIMBaja JajibHEeHIIyl0 MUKOPU3alIMI0O KOPHS, UTO
cBUaeTeNbCTBYEeT 0 poau nentuaoB CLE Mukopus-
HBIX TPUOOB B YCTAHOBJIEHUU CUMOMO3a C pacTeHUsI-
mu [110].

B nutepatype nocieaHux et akTMBHO O0CYXXIaeTcst
MPOUCXOXKIEHWE Pa3HBbIX BAPUAHTOB MOJIEKYJISIPHOM
MUMHUKpUH y puroraroreHoB [4, 14, 18]. HekoToprie
MOJIEKYJIbl, MCIIOJIb3yeMble (bUTOIATOreHaMU, SIBJISI-
I0TCSI O4YEeHb JIPEBHUMU U KOHCEPBATMBHBIMU (Ha-
npumep, YK, IIK, 6akTtepuasibHbIe 1IEJUTIONAa3bl) 1
MOTYT WCIIOJIb30BaThCSl PA3HBIMU TPYIIIIaMU OpraHu3-
MOB JIJI51 pa3HBbIX 11eJIei, Toraa Kak (puTonaToreHbl “Ha-
YUUIIUCH” MPUMEHSTh UX JJIs KOJOHU3alUU pacTe-
HUi-X03s51eB. bosiee MO3AHUMU TPUOOPETEHUSIMU SIB-
JISIIOTCS, HAITpUMED, T€HbI, KOAWUPYIOIIME TTeNTUIHbIE
(GUTOrOpMOHBI HEPACTUTEIBHOIO TPOUCXOXIEHUS,
KOTOpbIE MOIJIM BOZHUKHYTh Kak B pe3yibrare ['TIT,
TaK U B pe3yIbTaTe KOHBEPreHTHOM 3BOJIIOLIVM.

B mocnenHue roabl MAET aKTMBHOE HaKOILICHUE
3HAHWI O TIpEMepax MOJIEKYJISIPHONM MUMHUKPUH Y
¢dUTOITATOTEeHOB U MeXaHU3Max ee aeiicTeus [13, 63].
OTU 3HAHUS TTO3BOJISIOT CAENaTh BEIBOIBI O TIPOMC-
XOXIEHWN TaKUX TIPUMEPOB, a TAKXKE O PO MOJIe-
KYJISIPHOTO TUajoTa pacTeHUM ¢ ero CHMOMOHTaMH 1
rnmapasuraMu B YCTAHOBJICHUM B3aUMOOTHOIICHUIA
pacTeHUsI-X03sIMHA C TTOJIE3HBIMU MUKPOOPTaHU3Ma-
MU U 3alIUTHBIX peaKIMil TPOTUB MaTOT€HOB.

O0630p HamnucaH Npu noaaepxke rpaHta PH® 21-
66-00012.

Hacrosas cratbs He COOCPXKUT KaKuX-J1100 uc-
CJIEIOBAHUI C UCITOJIb30BAHUEM B KQU€CTBE o0BeKTa
2KMBOTHBIX.

Hacrosimast ctatbst He COIepKUT KaKMUX-JIM0O HC-
cJIeqOBaHUI C yJacTHEM B KaueCTBE O0OBEKTa JIIOCH.

ABTODBI 3aSIBJISTIOT, YTO Y HUX HET KOH(MINKTA UH-
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The co-evolution of plants and their pathogens is an example of an “arms race” between the virulence factors
of pathogens and the immune system of the host plant. In this case, pathogens use a variety of strategies, in-
cluding those based on molecular mimicry. In the genomes of phyiopathogenic organisms of different groups,
genes have been identified whose products are similar to certain groups of plant proteins — enzymes for cell
walls destabilization, precursors of peptide phytohormones, etc. In particular, the ability to produce effectors
that are used to alter the growth of the host plant and suppress its defense reactions has become widespread
among phytopathogens from different kingdoms of the living world — bacteria, fungi and animals (namely,
nematodes). In our review, we will consider the main examples of molecular mimicry found in plant patho-
gens.

Keywords: molecular mimicry, phytopathogens, bacteria, fungi, nematodes, co-evolution of plants and
pathogens, horizontal gene transfer.
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BriepBbie paccMarpuBaloTcs (WIOTEHETHMYECKHE OTHOIICHMST MeXay Bumamu Alyssum obovatum
(C.A. Mey.) Turcz., A. tortuosum Willd. u A. litvinovii Knjaz. cekumu Odontarrhena Ha Ypaje, UMEOIIUMU
CITOCOOHOCTh K HAKOIUICHWIO HUKEId. AHAJIN3 MU3MEHYMBOCTH ABYX (hparMeHTOB XjaoporuiactHou JJHK
MO3BOJIMJI BBISIBUTH 15 raruIOTMIIOB, paclpenesieHue KOTOPBIX CTPYKTYPUPOBAHHO reorpadudecku. Jis
HEKOTODPBIX MOMYJISALUA A. obovatum n A. tortuosum ooHapyXeHbl BUTOCITeIIM(UIHBIC TAaTJIOTUITHI, OMHAKO
GoJbllIasi YacTh OJIM3KOPOJACTBEHHBIX TalIOTUIIOB BCTpeYaeTcsl y reorpaduyecku OJU3KUX TTOMYJIsSIMii
000X BUIOB. DHASMUYHBINA BUL A. litvinovii oka3zancsa MOHOMOP(MHBIM U TeHETUYSCKN OJIM3KUM K IBYM

JIPYTUM BUIAM.
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ITunepakKyMyasiTOppl — pacTeHUs], CIOCOOHBIE
HakarjaMBaThb B CBOMX TKaHSX TsKeJible METaJIbl B
KOHIIEHTPALMSIX B COTHU M ThICSYM Pa3 OOJbIIUX,
yeM npyrue pacteHus [1]. Ha ceromHsurHuil neHb
0KoJIO 25% W3BECTHBIX PaCTeHUM-TUTIEPAKKyMYJIsI-
TOpOB OOHapyKeHBI B ceMericTBe Brassicaceae [2]. B
OCHOBHOM 3TO TIpeacTaBUTen ponoB Alyssum L.,
Noccaea Moench., Thlaspi L., yaie Bcero Hakaruim-
BalOIIMX HUKEJIb. YHUKaIbHAsA OCOOEHHOCTb DTHUX
pacTeHUl HCIOoJIb3yeTcs Mpu (uTopemMenualuuu —
CTpaTeruu yaajieHUs TSKEJIbIX MeTaJUIOB U3 OKpYyXKa-
IolIei cpeabl 6€3 UCHONIb30BAHUS XUMUYECKUX WU
MeXaHM4YeCKNX MeToaoB [3]. MHOrue pacTeHUsI-TUTIEP-
aKKyMyJsIiTOpbl B Tipenenax Brassicaceae oOmagaior
OOJIBIIIMM 3a1acoOM I'€HETUYECKO U3MEHYMBOCTU, YTO
JieJaeT uX NMePCIeKTUBHBIMU IS 0TOOPa B CETLCKOXO-
391CTBEHHBIX U PEKYJIbTUBALIMOHHBIX 11eJisiX [4]. OnHa-
KO [IOMUMO OMOTEXHOJIOTMYECKOTO TTPUJIOXKEHUS, pac-
TEHUSI-TUTIEPAKKYMYJISITOPHI TIPEACTABISIOT UHTEPEC
B KauecTBE MOJIEIbHOTO OO0BEKTa ISl U3YyYEeHUST MPO-
1I€CCOB MUKPO3BOJIIOLIMY U aalTallii K 9KCTpeMallb-
HBIM YCJIOBUSIM cpefibl. Tak, B HEKOTOPBIX paboTax OT-
MeUaeTcsl KOppesilmsl MeXIy YPOBHEM T'€HETUYeCKOM
M3MEHUYMBOCTHU U CITOCOOHOCTBIO K HAKOTJIEHUIO TSIKe-
JIBIX METaJIJIOB [5, 6], 4TO OOYCJIOBIMBAET aKTyallb-
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HOCTb HM3YUYCHHA TCHETUYCCKOTO p33H006pa3I/IH n
(1)I/IJIOI‘CHI/II/I JaHHBbIX BUIOB.

B pone Alyssum, conmepxaiiem 0ojee COTHU BU-
JIOB, B HACTOSIIIIEe BpeMsl IPOBOAUTCS TAKCOHOMUYEC-
cKasl peBu3us. B oTHOIIEHMY MHOTMX €BPOIEMCKUX
BUIOB BBISIBICHO HECOOTBETCTBUE CYIIECTBYIOIINX
TaKCOHOMMYECKUX KOHUENLMIN U (QUIOreHeTh4Ie-
CKMX PEKOHCTPYKIIMIA, OCHOBAHHBIX Ha MOJIEKYJISIP-
HO-TEHETUYECKUX MapKepax, IUNIOUIHOCTU, a TaKxkKe
Mopdonornyeckux rmapamerpax [7—9]. bonee Toro,
PSII TAKCOHOB, 10 HeIaBHETO BpEMEHU OTHOCHBILIMX -
cs K pony Alyssum B panre cekuun Odontarrhena, B
HACTOSIIMI MOMEHT TpeljiaracTcsl BBIACIUTh B OT-
nelbHbIN pon Odontarrhena [10]. CucTtemaTtuka gaH-
Hoit cexuimy B CeBepHoit EBpasuu He yrmopsgodeHa.
CriexTp B3IJISIIOB Ha TAKCOHOMMUYECKOE pa3HooOpa-
3ue Odontarrhena cBOIUTCS K HECKOJIBKUM IOIXO-
JaM, COIIAaCHO KOTOPBIM CJeAyeT BbIOENIATh Kak
€IUHCTBEHHBIN noauMopdHbIid Bun Alyssum obova-
tum (=0Odontarrhena obovata) [11], Tak 1 1Ba—TpU BU-
na [12], u naxke BoceMb BUAOB TOJILKO JIJIST a3MATCKOM
qyacti Poccun m Monronuu [13]. Takum obpaszom,
rpaHuLbl U 00beM A. obovatum NUCKyCCUOHHI [ 14].

VYpan — 30Ha COBMECTHOTO MPOM3paCTaHUSI TPeX
BunoB Alyssum cexuuu Odontarrhena. Bunbr A. obo-
vatum u A. tortuosum UMeIOT INPOKUIA, HO TU3bIOHK-
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IOHYCOBA u np.

Ta6muna 1. Teorpaduyeckne KOOpAMHATHI MeCT cOopa U BbisiBJIieHHbIe rarutoturibl XiJIHK B u3yuyeHHBIX BhIOOpKax

A. obovatum, A. tortuosum, A. litvinovii, A. lenense

Ne IMonynsauus Koopa., c.uu1./B.1. N Ny N,
1 | A. litvinovii Open. o611., HoBokueBka 51°28’/58°10’ 17 c:17 cl:1
2 | A. obovatum Bauik., Illuraeso 53°48’/58°11" 17 d:8c:9 d2:1
3 | A. obovatum Bauk., Kankan 54°25’/59°20" 9 d:1c:8 dl:1
4 | A. obovatum Yen. o61., Eroza 55°45’/60°26’ 12 b:12 bl:1
5 | A. obovatum Yen. o6i1., BuniHeBoropck 55°58’/60°38" 2 cle:l c4:1
6 | A. obovatum Yen. o6:., TopH. Bo3myX 53°42’/58°39’ 13 c:13 c2:2
7 | A. obovatum Yen. 06:1., Kapa6aru 55°46’/60°19 10 b:10 b2:2
8 | A. tortuosum OpeH. 0611., HoBokueBka 51°28'/58°10" 24 c:4 112 f1:2¢3.1:1
e:7d:1 f2:1c3.2:1
9 | A. fortuosum OpeH. 00J1., AKKepMaHOBKA 51°11/58°08’ 23 a:23 a:1
10 | A. tortuosum OpeH. 06i1., XabapHoe 51°06"/58°06" 18 a:18 a3
11 | A.lenense OpeH. 061., HoBokueBka 51°28'/58°10" 3 g:3 g2

IIpumeuanue. Ne — HoMep nonyasILIMK Ha Kapte, N — 06beM BeIOOpKHU, N}, — yucio [TJJP®-ramnotunos, Ng — YUCI0 CEKBEHUPOBaH-

HBIX 00pa3loB.

TUBHBIM €BpOa3MaTCKUII apeay U MPOSBISIOT ce0s
KaK OOJIUTaTHBIN U (PaKyJIbTaTUBHBINA THIIEPAKKYMY-
JIITOPBbl HUKEJSI COOTBEeTCTBeHHO [15]. Tpetuit Bua,
A. litvinovii, aBiseTcs dHIeMUKOM Ypaia [16] u ume-
€T CIOCOOHOCTh K FeMUAKKyMYJISIluu Hukens [15].
Takum oOpa3om, Ha JaHHOIT TEPPUTOPUM ITPOU3PAC-
TaeT KOMIUIEKC MOP(MOIOrMIeCK TPYAHO Pa3Imdn-
MBIX BUZOB, KOTOPbIE HUKOTIA HEe NCCJIeI0BAJIUCh pa-
Hee. [ToaTOMy Ha HayaJlbHOM 3Tame HCCIIeIOBAHUS
HeoOXoauMoO OTpaboTaTh METOAUKY MOJIEKYJISIPHO-
reHeTUYeCKUX UCCAeIOBaHUI ISl pellIeHUs] BOMPO-
COB O T€HETUYECKOI CTPYKType U AUMHAMUKE apeaioB
BUIOB Alyssum Ha Ypalie; 0 TeHETUIeCKOM pa3HO00-
pa3uu MONyJISILU U CyIIIeCTBOBAHUU PEIPOAYKTUB-
HBIX 6apbepOB MEXIY BUIAMU.

Lens nccneqoBaHus — olieHKa 3(PPEKTUBHOCTH
WCHOIb30BaHUsI MapkepoB xjioporactHo JITHK
(xnJIHK) s BbISICHEHMSI TeHETUYECKMX OTHOIIe-
HUU MexXny BugamMu A. obovatum, A. fortuosum n A. lit-
vinovii Ha TeppuTtopun CpenHero u KOxHoro Ypana c
0COOBIM BHMMaHHEM K BOIPOCY O MPOUCXOXKIEHUU
A. litvinovii.

Hccnenyemble Bunel: A. obovatum, A. tortuosum n
A. litvinovii — MHOTOJICTHUKM, TIPEACTABUTEIN TIET-
poduTHO-CTEeTIHOI (JIOPHI; B KayecTBE BHEIIHEN
TPYMIILI ObLI BBIOpaH A. lenense Adams u3 cexuum Al-
yssum — BHUJ, OIPUYPOUYEHHBIN K JIECHBIM COOOIIIe-
ctBaM. Bce uccnenyemsbie Bunbl cexkiuu Odontarrhe-
na MMeEIOT TMepeKpbiBamluecs MopdoJIoruyecKue
XapaKTepUCTUKU U TIPEACTABISIOT COOOI CTemolme-
CSl MOJYKYCTAapHUYKU C MEJIKMMU JIMCThbSIMU, CIIOX-
HbIMM COLIBETUSIMU Y OIHOCEMSIHHBIMM JIOKYJIaMU
CTPYYOUKOB. A. obovatum wMeeT IUPOYANIIINI st
pola €CTeCTBEHHBIM apeajl pacnpoCTpaHEHUs: B
EBpasuu — ot BoctouHoit EBponbl 0o ceBepa LleH-
TpaiibHOI A3nu, a Takke Ha CeBepo-BocTtoke Ame-

puxu [10]. A. tortuosum pacnpoctpaneH B FOro-Bo-
crouHoit EBpornie, Poccuu (Kaskas, Ypan, Cubups).
Ha VYpane A. obovatum BcTpedaercs Ha ceBepe baii-
kupum, CBepaitioBckoi n YeassOMHCKOM obacTeit, a
A. tortuosum oxHee — B OpeHOyprckoii u Ha rore Ye-
JIIOMHCKOI obnactu. A. litvinovii — penkuii BUa, u3-
BECTHBI 13 €IMHCTBEHHOTO MECTOHAXOXICHUS —
ropa /[dioprenp OpeHOyprckoit o06i. [16]. Apean
A. lenense Bxmodaer Boctounyio EBpomny, Poccuio,
CeBepubiii Knraii. DKomormyeckme HUIIN, 3aHUMA-
eMble BUIaMU, pasHIaTcs: A. obovatum BCTpeyaeTcsl Ha
OCTEHEHHBIX CKajlaX, KAMEHHUCTBIX CKJIOHAX, B IETPO-
duTHBIX cTensax [17]. A. torfuosum BcTpedaeTcs HA BBI-
X0OJaxX U3BECTHSIKOB, IECYAHMKOB, B KAMEHMCTBIX CTe-
II5IX, Ha IIeOHUCTHIX CTEITHBIX CKJIOHAX [ 18]. A. litvinovii
Mpou3pacTaeT Ha KapOOHATU3MPOBAHHBIX CEPIICHTH-
HUTaX B €AMHCTBEHHOM JIOKaIUTeTe. A. lenense BcTpe-
YaeTcs Ha TPaBSIHUCTHIX CKJIIOHAX, B JiIecaxX Ha pa3HbIX
TUIIAX TOPO/I.

MATEPHAJIBI U METO/1bI

Bcero nzyuyeno 148 o6pas3mnoB u3 paitoHoB FOxHo-
ro u Cpegnero Ypana (OpenOyprckas, YensaouHckas
obmnactu, PecryOnuka balkopTocTaH), BKITIOYAIOLITNX
ILIECTh LIEHOITOITYJISILUI A. obovatum, TPy LIEHOITOITYJIsI-
ou A. fortuosum, OIHy LICHONOMYSIIMIO A. litvinovii n
onHy ueHonomnyasuuio A. lenense. Criucok 1 HoMepa
LIEHOITOITYJISILUI MpeACTaBlAeHbl B Ta0l. 1, UX reorpa-
duyecKoe pacriojioxkeHre Ha puc. 1,a; njas ynoocTsa
Jajiee o TeKCTy OHU OyayT YIIOMUHATBCS KaK MOITy-
JISLIVN.

JHK BpImeassnmm Mo CTaHIZAPTHOMY IIPOTOKOITY
111 pactutebHbIX TKaHel (CTAB-Meton) 3 cBexero
Marepuana [19]. IIpu otdGope MapKepoB NMPOBOAWIIU
aMIUTMUKAIINIO ¢ HanboJiee YacTo NCIOIb3yeMbIMHA B

TEHETHKA Ne 6
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A. obovatum 3 (1) d1
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A. tortuosum 8 (1) 2

17— A. tortuosum 10 (3)
a
A. tortuosum 9 (1)

A. lenense 11 (2)

0.02
1

Puc. 1. a — Kapra MecTOMnoJIOKeHUsI U3YYeHHBIX BIOOPOK, pacrpeaeieHre 4acToT ooHapyKeHHbIX rartoturnos xinHK, oc-
HoBaHHOe Ha [1/IP® aHanu3e; pa3Mep OKPYKHOCTE MPOITOPLIMOHAIEH pa3Mepy BbIOOPKH ; MOMYJISILIMK OQHOTO BUaa O0bEeIM -
HEHbl TOHUPOBAHHOM 00JIaCThI0. 6 — CETh raIllJIOTUIIOB, TIOCTPOEHHAsT HA OCHOBAaHUU TTociienoBaTesibHOCTel 20 00pa3ioB B
nporpamme Network; ranioTurnbsl 0003HaYeHbI LIBETOM U MHAECKCOM (CM. 0ObSICHEHUE B TEKCTE); MyTallMX OTMEUEHbI LITPUXa-
MU (IJIs1 ayTTPYNITBI YYTEHBI HE BCE MyTallMK). 6 — (DUJIOTEHETUYECKOEe IPEeBO, TOCTPOSHO C MOMOIIbIO 6aiieCOBCKOTO MeTOa;
HaJ BETBSIMU yKa3aHO 3HaUYE€HUE arlOCTEPUOPHOI BEPOSTHOCTHU; JIATUHCKMMU OyKBaMM 0003HAUYEHBI TallJIOTUTIBI; IIM(PHI CO-
OTBETCTBYIOT HOMEpaM IOIyJISIL1IA B Ta0J. 1; B CKOOKaX yKazaHO KOJMYECTBO OTCEKBEHMPOBAHHbBIX 00Pa31oB.

uOreHeTMYEeCKUX U TIOMYJISILIMOHHBIX UCCIIeIOBaHU-
sax pparmenTramu x1irJIHK ¢ yHuBepcaaIbHBIMU ITpaiiMe-
pamu trnH-truK, trnK1-trnK2, psaA-trnS n trnC-trnD
[20]; truF-trnVr [21], trnT-trnF [22], trnS-trnG [23]
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IpU TEMIIEPATYPHOM IIpoduiie, peKOMEHIYeMOM aB-
Topamu. st MexXreHHOro crelicepa psbA-frnH de
novo ObIN pa3padboTaHbl POmOCITeINPUIHBIEC TIpaii-
Mepbl Ha OCHOBE IIOJIHOTO XJIOPOIUIACTHOIO reHOMa
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Alyssum desertorum (Homep B GenBank KY498535.1)
C HCIIOJIb30BAaHMEM OHJIAH-TIporpaMMbl  Prim-
er3Web (version 4.1.0) [24]: psbAa — GAACGACGG-
GAATTGAACC; mnHa — TAACCGCGCTA-
ACCTTGGTA. AMmndukKanuio ITPOBOTWIN TIpHU
CJIeaYIOILIMX YCIOBUSIX: MpeaBapuTeIbHas JeHaTypa-
s apu 94°C 5 MuH, B HOCIEAYIOIIMX LIMKJIaX: JeHa-
Typanus 45 ¢, orkur mnpaiiMepos 1pu 60.5°C B Teue-
Hue 1 MuH, 310HTanus npu 72°C 2 MuH, 3aTeM pu-
HayibHag aoHraumsa 10 muH mpu 72°C. Bcero 35
LIMKJIOB peaKIIVM.

Haniee mMpoayKThl aMIUIM(PUKALIUU TTOIBEPrauCh
pectpukonu ¢ nsATbio pepmenTamu: Haelll, Hinfl,
Kz091, Taql, Tru91. HauboJiee u3BMeHYMBBIMU XJIOPO-
MJIACTHBEIMUA (parMeHTaMM oKa3anuch trnS-trnG u
psbAa-trnHa, mO3BOISIOIIMMU ONpPEOEIUTh HaM-
OoJiblllee KOJMYECTBO MyTalMii. DTU (hparMeHTHI B
COYETaHUU C TIePEeYMCIEHHBIMU SHIOHYKJIea3aMu
PECTPUKIIUU UCTIONb30BAJIUCH LISl aHAIM3a METOIOM
IMAP® (rmonumopdusM MIMH PECTPUKTHBIX par-
MeHTOB) Bcex 148 obpasuos. s 20 o6pa3iioB Beex
YEThIPEX BUIOB MOJYUYEHbl MOJHbIE HYKJIEOTUIHbIE
MOCJIeA0BaTEIbHOCTH 110 3TUM ABYM ¢hparMeHTaM ¢
HUCMOJIb30BaHMEM TeHeTHudeckoro aHanuszatopa ABI
3130 (Applied Biosystems, USA). BerpaBHMBaHME MO~
clieoBaTeIbHOCTE TPOBOAMIM BPYYHYIO B MpPO-
rpamme BioEdit [25]. ®PunoreHeTnyecKuii aHaIN3
MPOBEAEH TOJIBKO C MCIOJIb30BAHUEM MOJHBIX TO-
clieqoBaTeIbHOCTE 0alieCOBCKMM METOIOM B MpPO-
rpamMe MrBayes v.3.1.2 [26] Ha ocHOBe MOJENIN HYK-
neotunHbix 3aMeH GTR + G + 1. MHCepimn, nHBep-
CUU U JeJIeUU paccCMaTpPUBAJIMCh KaK OOUHOYHBIE
COOBITUSI M OBLIM 3aKOAMPOBaHbI B BUAE OMHApHOI
MaTpMIBI JaHHBIX, COCTOSIIEN U3 HYJIECH U €IUHMIL.
BusyanuszupoBaauch KOHCEHCYC-IepeBbsl C TIOMO-
miero nporpaMmMel Fig Tree v1.4.3 [27]. CeTb rariotu-
TTOB ITOCTpOEHAa Ha ocHOBaHMM MeTtona Median Join-
ing (MJ) B nmporpamme Network v.5.0.0.3 [28].

PE3VJIBTATDbI

Ha nepBom atane or6opa MapkepoB Ha 24 oOpas-
aX YeThIpeX BUIOB OOJBIIMHCTBO aHAJIU3UPYEMBIX
dparmenToB xnIHK mpossBuim ceds Kak MOHO-
Mop(}HBIE, C HU3KOI NU3MEHUYUBOCTBIO, IMOO C HECTa-
omnbHON amMrmmgukanueii. BeicokonoanMopdHBI-
MM OKa3aJIMCh ABa parMeHTa — MEKTCHHBIN Crieii-
cep trnS-trnG 1 MeXTeHHBIN cnelicep trnHa-psbAa.
Ha BTOpOM 3Tarie mpoBeneH PeCTPUKTHEIN aHAIU3
(ITAP®) nByx BEIGpaHHBIX (PparMEHTOB C TISITHIO pe-
CTpUKTa3aMM Ha BceM oObeme Matepuana (148 006-
pa3iuoB). B pe3ynbrate BHISIBICHO CEMb IrarlIOTUIIOB:
a,b,c,d, e, fug. Ilo pacnpeneiaeHUIO TaIUIOTUIIOB U
WX 4acToT (puc. 1,a) MOXHO 3aKJTIOYUTh, YTO U3MEHYM -
BOCThb CTPYKTYpHpOBaHa reorpan4ecki U HE HOCUT
cTporuii BUgocnenuUIHbBIN XapakTep. Tak, BUmocIie-
LU(PUIHBIM TaruIOTUIIOM a OOBbEAMHEHBI caMble HOX-
Hble HomyJsunu A. tortuosum (riomn. 9 u 10) u3 Akkep-
MaHOBKHU M Xa0apHOTo; BUAOCIICHU(MUYHBINA rariio-

IOHYCOBA u np.

i b XapakTepeH ST CeBEePHBIX ITOMYJISILIMNIA
A. obovatum (4 u 7) u3 Erossl u Kapabamia. OgHako y
Bcex Tpex BunoB cekimy Odontarrhena pacripocTpaneH
OOIIMIA TAIJIOTUII €, KOTOPBIiA BCTpeTWICA y A. fortuo-
sum B ronyisiuuu 13 HoBokueBku (8) 1 'y A. obovatum
Ccpa3y B HECKOJIBKMX ITOIYJISIIUSIX — U3 BulliHeBorop-
cka (5), I'opHoro Bo3nyxa (6), Kankana (3) u Lllnraeso
(2), a NoKaJIbHBIN 3HAEMUK A. litvinovii (morysiumst 1)
0Kazajicss MOHOMOP(MHBIM I10 3TOMY raruioTumny. Iar-
notnn d BcTpeTniicd y ooonx BUIOB — Y A. obovatum
u3 Iluraeso (2) u Kankana (3), y A. tortuosum B Ho-
BOKHUeEBKe (8). Penkuii ranjaoTur e Tak:ke oOHapyXeH
y A. obovatum n3 BuiitHeBoropcka (5) ny A. tortuosum
n3 HoBokueBku (8). [Momynsuus A. tortuosum n3 Ho-
BOKMEBKM OKa3aJlaCh caMOli pa3HOOOpa3HOii: B Hee
BOIIUTK YeThIpe rarmtotuna (c, d, e, f), mpuaem 6071b-
11asi YacTh 00pa3loB B MOMYJISIIMU UMela YHUKaJb-
Holit rarutotuil f. O6pasubl A. lenense (riorysiuus 11),
B3SIThIE B KaUeCTBE BHEIIHEI T'PyINbl UMEIOT BUIO-
crieun(pUYHBIM TaIUIOTUIl g, TaJeKO OTCTOSIIMKA OT
ocTaibHBIX (95 MyTauuii). TakuM ob6pa3oM, U3 ceMU
TaruIOTUIIOB TPU SIBJISIFOTCSI OOIIIMMM.

Boiee neranpHOE IpencTaBieHre 00 U3MEHYNBO-
CTU ypaJdbCKUX IIOIYISIUUil Alyssum yoaioch MOIy-
YUTh METOJOM CeKBeHUpoBaHusl. [TocienoBaTeIbHO-
CcTH (OparMeHTOB JUISI KAaXKIOTO rarjioTUIIa pa3Melle-
vl B ['enbanke (GenBank) mom Homepamu mocTtymna
(OK329970—0K329993). InnHa 0ObeIMHEHHOM! O~
clIea0BaTeIbHOCTH cocTaBria 1196 map HyKJIeOTHIOB
(trnS-trnG 1—688 nH; trnHa-psbAa 689—1196 nH). B
HCCIEMOBAaHHBIX 00pa3liaX BBISIBJICHO OOJIbIIIOE KO-
JIMYECTBO TOYKOBEIX MyTauuii (87), unneneit (34) u
HeOOoJIbIIIoe KoJIM4YecTBO nHBepcuii (3). Bcero ooHa-
pyXeHo 124 u3MeHUYMBBIX caiiTa, U3 HUX TOJBKO 8
MMapCUMOHMCTUYECKM MHPOpMaTUBHBIX. OOHapyKe-
Ha BHYTPUBHUOOBAS M BHYTPUIIOIY/ISLIMOHHAS W3-
MEHYMBOCThb. Takum o0O0Opa3oM, CEeKBEHHPOBaHUE
MMO3BOJIMJIO OOHAPYXKUTh OOJIBLIIYI0 M3MEHUYMBOCTD,
yeM [TJP®-aHaim3 — KoJIMYECTBO OOHApPYKEHHBIX
raruioTuIioB Bo3pocio ¢ 7 mo 15. Ilpu aTtom obiast
KapTUHA pacrpenciacHUss M3MEHYMBOCTA OCTajlach
NpexXHeil — ¢ IpKo BBIpaKeHHOU reorpadmudecKoin
CTPYKTYpOii, a yCTaHOBJICHHbIE paHee TrarIOTUIIbI
o0Opa3oBan KJIacTephbl OIU3KUX TaIUIOTUIIOB, OTJIM-
qafomuxcsa Ha 1—3 MyTraimn.

MenunaHHasT ceTh TeHEeaJlOTUYECKUX CBSI3E MexK-
Iy rartotunamu (puc. 1,0) BeIsIBUIA MyJI U3 IISITA Ta-
mioturioB (cl, ¢2, ¢3.1, ¢3.2 u c4), Ha KOTOphIe pac-
HaJICs TaIUIOTHUII ¢, OOIIMIA 111 0Opa31oB U3 OIr3Ie-
Xxammx nonynsaunii OpeHOyprcekoil n YemstoOmHCcKoi
obiacreii. Tak, Ha 3tarne [IJP®-ananu3a o6pa3ubl
A. obovatum w3 monynsiuuu [opHEI Bo3ayx (6) ume-
JIn o0t ¢ obpasuamu A. litvinovii (1) raruioTur c.
CekBeHUpOBaHME MO3BOJIUJIO Pa3AeaUTh 3TU 00pas-
bl Ha IBa OTOENIbHBIX Taruioturna: cl ns A. litvinovii
u c2 wist A. obovatum. 'Y A. tortuosum n3 HoBokueBku (8)
TaIuIOTUII € TIPOSIBUJI BHYTPUIIOMYJISILIMOHHYIO W3-
MEHYMBOCTb, pacnaBiinch Hac3.1u c3.2. Y A. obovatum
n3 BuiitHeBoropcka (5) BbILIEIWICS TaruIoTUII ¢4,
TEHETHKA Ne 6
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CrrettncmaHbIit 019 A. forfuosum TaIIOTHATI a a-
Jiee He pa3fe/IniIcs, a crieuUIHBIN 111 A. obovatum
rarutotun b pazaenucs Ha ramotunisl bl Eroza (4) u
b2 Kapa6ami (7). Y A. obovatum rarutoturl d pacmaucs
Ha d1 B Kankane (3) u d2 B Illuraeso (2), y A. fortuo-
Sum ero CEKBEHMpPOBaTh HE YIAJIOCh, TAKXKE KaK 1 ra-
IUTOTUII €. B yHUKaIbHOM 11 A. fortuosum raruioTh-
ne f Beinenuiiock nBa: f1 u f2. TakuM o6pa3oM, cekBe-
HUPOBaHNE HYKJICOTUIHBIX ITOC/ICAOBATEILHOCTEM
MMO3BOJIUIIO YIIIYOUTh IIpeacTaBlIeHe 00 U3MEHYMBO-
CTH, CYLIECTBYIOIIEH B ypaJbCKUX MOMYJISILIMSIX poaa
Alyssum.

Ha ¢punoreneTnyeckom Ipese, ITOCTPOSHHBIM 0a-
€COBBIM MeToJIOM (puc. 1,8) BBIOEISIOTCS YEThIpe
KJIaJIbl, COOTBETCTBYIOIIINE OCHOBHBEIM TarlIOTUIIAM,
JIIETEKTUPOBaHHBIM elile Ha ctanuu [1JP®d-ananusa.
C BBICOKOI cTaTUCTUYECKOU moaaepxkkoit (PPvalue
0.87—1.00) BBImENSIIOTCS Kianbl 00pa3uoB A. fortuo-
sum ¢ BUgocrieMnpUIHLIMUA TarmoTuitamu a u f1, 2.
Kitaga myna raruioTuIioB ¢ oobeAuHMIIa TpU BUAa, B
ee Ipeneaax CyOKiIaabl COOTBETCTBYIOT pa3HBIM ITO-
nyJsauusaM. Jpyrue Kiaabl BBIAEICHBI ¢ MEHBIIMMU
MoaJIeP>XKKaMHM, OHAKO, C YETKOII CTPYKTYpOIi 110 pe-
TMOHaM B IIpedeiiax Ypaja M ComepKaT IO OTHOMY
BUIY.

OBCYXIEHUE

HaGmromaemasi kapTWHAa COOTBETCTBYET CHUTYya-
MU, KOorma IpeAriojaracMble BUABI €llle He 0Open
PENPOAYKTUBHYIO H3OJISILIAI0, AKTUBHO 0Opa3yloT
TMOpPUIBI U CBSA3AHBI CYIIECTBEHHBIM FeHETUUECKUM
norokoMm. Mccnenosarenu [29] ckiOHHBI paccMaTpu-
BaTh COBPEMCHHBII apeajl paclpoCTpaHEHUST BUIOB U3
cexum Odontarrhena Kaxk ciencTBue heHoMeHa ObICT-
pOIi 5KCIIaHCUY BUAOB TIOCJIE BIIOXU OJICACHEHUSI, T10-
3TOMY MOXHO IIpEaIiojiaraTb, 4YTO B JaHHOM TaKCOHO-
MUWYECKOM IPyIMIle B HACTOSIIII MOMEHT UIET MOCTe-
reHHas (ukcauusi MOPEAKOBOTO IoJuMopdu3Ma
[30—32]. ITo aTOif MpUYMHE ypallbCKUE BUIBI, XOTS
yXe 1 UMEIOT crietun¢uyHbIe rarjaoTuIisl (a, b, f), Ho
Onaromapsi HemosJHoMy “lineage sorting” y pasHbIX
BUIOB C BLICOKOI YaCTOTOM BCTPEYAIOTCS OOIIME VTN
0JM3KMe BapuaHThl TalJIOTUIIOB. B manbHeitlem
peiKue BapuaHThI MOTYT OBITh YTEPSIHBI, 4 B TIpeAeliax
TTOATPYIITBI GJIU3KUX TAIUIOTUIIOB MOXET HAKOITUTBCS
3HAYUTEIbLHOE KOJMYECTBO MYTALMiA, UTO MPUBEIET K
3aKPEIUICHUIO CIe(UUHBIX 171 BUIOB XJIOPOILIACT-
HBIX JTUHWI. HampuMep, B rpyrrie raruioTUIOB € YXKe
3aMETHO 000CO0JIeHIE XJIOPOIUIACTHBIX BAPMAHTOB: Ta-
mioTuIibl ¢l, ¢2 1 ¢3 COOTBETCTBYIOT TpEM BUIAM —
A. litvinovii, A. obovatum, A. tortuosum. Ocoboe BHUMA-
HUE HY>KHO YIEJIUTh YPaTbCKOMY SHIEMUKY A. litvinovii.
Hamuune y Hero BapuaHTa raIloTHIIA M3 TPYIIIEL C,
00ObeAMHSIONIEH BCe TpU BUAA, CBUICTENILCTBYET O He-
JaBHEM TPOMCXOXICHUU 1 OJIM3KOM POJCTBE C JBY-
M IpyruMu BugamMu. OJHAKO Ha JAHHOM 3Tare He-
BO3MOXHO CIeaTh 3aK/IIOUCHUE, TeHCTBUTEIHLHO JIN
3TOT BUJ 06/1a4aeT CHUKEHHO U3MEHUYNBOCTHIO WITU
9TO OOBSICHSAETCS MaJIbIM KOJUYECTBOM UCCIIEIOBaH-
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HBIX 00pa31oB (Bcero 17). UHTepecHass 0COOEHHOCTh
A. litvinovii 3axi1i04aeTCsd B €0 MMOBBLILLIEHHOM TUIOWI -
Hoctu [A.IO. TenTuHa, Heory61.], YTO MO3BOJISIET
npearnojaraTb TMOPUIHYIO TPUPOIY IPOUCXOXKIE-
HUS 3TOTO BUIa — OOBIYHOE SIBJIeHUE i1 pona Alys-
sum [33].

B uie10M, BRISIBJIeHHAs B HacTosIIei padboTe Kap-
THUHA paclpeaeeHus U3MEHYMBOCTU COIIACYEeTCs C
JTaHHBIMH, ITOJIYYeHHBIMM paHee I €BPOMNEeCKUX
BunoB Alyssum. B psame pa6ot [29, 34—36] ucronb3o-
BaHUeE pa3JIMUHbIX TUIIOB MapKepoOB (XJIOPOILJIACTHOM
JAHK, saepHoit — ITS-MapKepbl, WU MYJIbTUIOKYC-
HBIIl aHaJIu3) He MaeT (UJIOreHuu, KoTopasi Obl co-
IJIacOBaJIaCh C KJIACCUYECKMM TaKCOHOMMYECKUM
BUIOBBIM AejieHueM. YacTo BUIOBI C HEOOJBIINMU
apeajlaMy WM SHIeMUKY OKa3bIBalOTCS BHYTPHU K141
IIMPOKOapeaJbHbIX BUIOB HAa YPOBHE MEXITOITYJISI-
LIMOHHOI BHYTPUBUIOBOM nuddepeHnamm.

INpencraButenu cemeiictBa KpectoluBeTHble ya-
CTO BXOJIST B cocTaB (Jiop, chOpMUPOBABIINXCST HA
MOYBAX C BBICOKMM COJEP>KAHUEM TSIXKEIbIX MeTall-
JioB. [1pu 3TOM y pacTeHuid, Mpor3pacTaioluxX Ha Ta-
KMX TOYBax, HaAOJI0aeTCsl MOBBIIIEHHOE TeHEeTuYe-
ckoe paszHooOpasue [6, 37, 38]. HemocpenctBeHHO
CBSI3b MEXIY TeHEeTMYECKUM pa3HOOOpa3ueM pacre-
HUI U colepXXaHUEM TSDKEJbIX METajlJloB B IOYBE
WJIM CITOCOOHOCTBIO X HAKOTIJIEHUS B YaCTsIX pacTe-
HUI OblIa U3y4yeHa TOJbKO JUISI HECKOJIBKUX BUIIOB
cekunu Odontarrhena — utanbgdHCKOTO A. bertolonii
U IBYX BUIOB C ceBepHoro KaBkaza — A. murale n
A. daghestanicum |5, 6]. Tak, nist A. bertolonii TToKka-
3aHa TMOJOXUTEIbHAsT KOPPEsILUs MEXI1y BapbUpO-
BaHUeM cojepxkaHus Ni B IToUBe U BEJIMYUHOM ITOKa-
3aTeJtisi TEHETUYECKOTO pa3HOO0Opa3ys NOMyJIsILIUA 11O
mapkepam MukpocatesuiToB XIJIHK [38]. [Tomymns-
LUOHHBINA noauMopdusMm A. murale nmo 1TS-mapkepy
paznenna u3ydeHHble 00pasiibl COOTBETCTBEHHO UX
aKKyMyJIupytonieit cmrocooHoctu K Ni. ABTOpPBI MO-
Ka3ajiu, YTO TUIEpaKKyMyJaupylolias U Herumnepak-
KyMYJIUpYIOIIasi TIOMyJISIHUY Buna A. murale reHeTU-
YeCKU pas3inyaloTcs (MSAThI0 MyTaUUSIMU U 16 Toau-
MOpP(MHBIMU caiiTaMu), B TO BpeMs Kak JApyroii Bui,
A. daghestanicum, He TUTIEPAKKyMYJISITOP, OKa3ascs
reHeTUYECK MOHOMOPGHLIM [6]. B ormucaHHbIe 3aK0-
HOMEPHOCTH YKJIabIBA€TCSl 1 BbISIBJICHHAs B TaHHOM
HCCIIeIOBAaHUY U3MEHYUBOCTD YPabCKUX BUIOB: CITO-
COOHBIE K 0OJIMTaTHOM MM (haKyTbTATUBHON aKKyMy-
JSUAU BULOBI A. obovatum v A. torfuosum oxa3aiauch 60-
Jiee U3MEHYUBBIMU, YeM TeMUaKKyMYJISITOp A. litvinovii.
OnHako JaHHbBIE 10 U3MEHYMBOCTU MapKepoB XJIOpO-
mwiactHoii JIHK Moryt nuiib KOCBEHHO OTpaXKaTh
ajanTallMOHHbIE BO3MOXHOCTU BUIOB. LISl BbISIBIIC-
HUS TIOJOOHBIX 3aKOHOMEPHOCTE 00JIee MOAXOISIIIINM
OyleT WCHOoJb30BaHUE MYJIBTUIOKYCHBIX —SIIEPHBIX
MapkepoB. Hanmpumep, Ha Bugax cekuuu Odontarrhena
B AnmbaHuu [36] GbLTO MOKAa3aHO pasindne MeXIy BU-
JlaMU, 00JIMTaTHO NMPOU3PACTAIOIIMMU Ha CEPIIEHTU -
HUTaX U Ha IPYTUX TUIIaX MOYB MO KOJUYECTBY “out-
lier”-JI0KycoB, T.€. JIOKYCOB BBIXOASIIMX 3a PaMKU
pacripeiesieHusT M3MEHUYUMBOCTU TPU YCIOBUU UX
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HCﬁTpaﬂBHOCTH, a CJICO0BaTC/IbHO ITOTCHLMAJIbHO
CHCIUVICHHBIX C adariTalMOHHBbIMU IIPpU3HaAKaMMU.

B xone pabotsl oToOpansl Mapkepsl xi/IHK, nep-
CIIEKTHBHBIE IS BBISIBJICHUS OOIIEiA MPOCTPaHCTBEH-
HO-TEHETUYECKOIl CTPYKTYpPhl HCCIIEIyeMBIX BHIIOB.
‘YcraHoBIIeHO OJIM3KOE POIICTBO BCEX TPEX BUIIOB, TeHE-
THYECKOE pa3HOOOpa3re M HATMYME CITeIU(PUIHBIX IS
BUIOB A. obovatum i A. forfuosum TarmjaoOTUATIOB, OTCYT-
CTBUE TEHETUUYECKOIo pasHooOpasust y A. litvinovii.
YBenumueHue BbIOOPKM pacTeHUil, OOJIBIINI Teppr-
TOPUATBbHBIN OXBaT UX cOOpa 1 MPUBJICYEHUE HOBBIX
MapKepOB MOMOXKET COCTaBUTh 00Jiee TOJTHOE TIPE/I-
cTaBJieHe O (PMJIOTEHWH HcciienyeMbIx BuaoB. Ot-
HOCUTEIbHO ITpuMeHeHus1 MmapkepoB XinJIHK MoxHo
roBOpUTh 00 3((EKTUBHOCTH HX HCHOJIb30BAHUSI
TOJBKO ITPU aHAIU3€ METOJOM CEKBEHUPOBAHMSI, BBI-
SIBJISIIOLIIMM BECh IMana3oH u3MeHuYnBocT. HecMoT-
ps Ha 1O, yTo [1JIP®-MeTOm MMeeT MpenMYILIECTBO 3a
cueT 0oJiee HU3KOM CTOMMOCTH, B OOJIBIIMHCTBE CITy-
JaeB OH ITOOXOIUT AJIs IIOIYJISIIIMOHHBIX MCCIeI0Ba-
HUM TOJBKO B KAUE€CTBE IPEaBAPUTEIbHOM OLIEHKU
TeHETUYECKOM M3MEHUYNBOCTH U €€ CTPYKTYPHI.

PaboTa BbIMoTHEHA B paMKaX rocyl1apCcTBEHHOTO
3anaHuss MHCTUTYTa 9KOJIOTUN pAaCTeHUI U XKUBOT-
HbIX YpO PAH Ne 122021000090-5, mpoBeaeHue Mo-
JIEKYJISIPHO-TEHETUUECKOTO aHajiu3a MOMIePKaHO
rpaHnToM POP®U Ne 16-04-01346.

Bbiaromapum 1abopaTopuio MOJIEKYISIPHOM TeHe-
mikn MEHuMM 3a moMomns B TpOBEOeHUM CH-
KBEHCHOTO aHaJIMn3a.

Hacrosimast ctatbst He COIepKUT KaKMUX-JIM0O HC-
cJIeJOBaHUN C UCIIOJIb30BaHMEM B KaueCcTBE OOBbEKTA
XUBOTHBIX.

Hacrosimasg craths He COOEPKUT KaKMX-JI100 NC-
cJIeIOBaHUI ¢ yJacTHEM B Ka4eCTBe OOBbEKTa JIIOIEHA.
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Genetic Structure of the Ni-Accumulating Alyssum L.
Species (Odontarrhena) in the Urals
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A species-level phylogeny of the Odontarrhena section in the Urals was estimated for the first time. Alyssum
obovatum (C.A. Mey.) Turcz., A. fortousum Willd. and A. litvinovii Knjaz. are known for their heavy metal
hemi- and hyperaccumulating ability. A total of 15 haplotypes were found based on the genetic diversity of the
two chloroplast DNA markers. There are only a few species-specific haplotypes observed in the A. obovatum and
A. tortuosum populations, while geographically close populations of both species share the most part of closely
related haplotypes. Thus, the species form a geographically structured pattern of haplotype distribution. The
Ural endemic A. /itvinovii turned out to be monomorphic and genetically close to the other species.

Keywords: genetic diversity, cDNA, Urals, hyperaccumulation, Alyssum, trnS-trnG, trnH-psbA.
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ITpu Mcroab30BaHUM METOIOJOTMH YCKOPEHHOM TPAaHCTPECCUBHOIM ceieKIuu, pazpaboraHHoii B PTBHY
A®DMU, niosrydyeHBI HOBbIE BLICOKOIIPOAYKTUBHEIE (hOopMEI peauca (Raphanus sativus L.), ananiTupoBaHHbIE K
BBIpAIIIMBAHUIO B MHTEHCUBHOI cBeTOKYJbType. [IpoBeaeHa nx reHeTuuyeckasi, Mopdobduosiornueckas u
OGroXMMMUYecKast OlleHKa, a TAKXKe OlIeHKA POAUTEIBCKIX (POPM B KOHTPOJIMPYEMBIX M €CTECTBEHHBIX YCITOBUSIX
cpenbl ooutaHus. [TokazaHo, YTO HOBbIE TPAHCTPECCUBHBIE MO pa3MepaM M Macce KOpHEIIoaa oopasiibl peau-
ca XapaKTepU3yIOTCsT KOMITIEKCOM XO3SIMCTBEHHO LIEHHBIX TIPU3HAKOB: KOMITAKTHOMN PO3€TKOM, CAJIaTHBIM TH-
IOM JIMCTa, UTHTEHCUBHBIM POCTOM KOPHETLUIONA, YCTOMYMBOCTBIO K CTE0IEBAHUIO, YIyUILIEHHBIM OMOXUMUYE-
CKHMM COCTaBOM. BBISIBIIEHO, YTO MPU3HAKHU JUTMHA U THaMEeTP KOPHETI01a, KOMIaKTHOCTh JIMCTOBOM po-
3€TKU, YCTOMYMBOCTb K CTEOJEeBaHWIO M CTENEeHb OIYIIEHHOCTU JIMCTa cJlabo 3aBUCAT OT YCJIOBMIA
BBIpAIIIMBAHMS, a Macca KOPHETUIOAA U YPOXKail HOBBIX 00pa31I0B IMTPEBOCXOAST TAKOBBIE IJIST POTUTETLCKIX
COPTOB KaK B CBETOKYJIbTYPE, TaK M B OTKPBITOM I'PyHTe. Pe3yabTaThl paboThl MO3BOJISIIOT CEIATh BHIBOIBI
0 BBICOKOI 3(h(EeKTUBHOCTH UCIIOIb30BAHUS MHTEHCUBHOMN CBETOKYJIBTYPHI ISl IPOBEACHUST TEHETUKO-
CeJIEKIIMOHHBIX UCCIENOBAaHUI U YCKOPEHUSI CEJIEKIIMOHHOTO Mpollecca 3a cUeT ycTaHOBIeHUsT 9 GheKTOB
B3aMMOIEMCTBUS “TeHOTHII-cpena”. OUeHKY U OTOOp TMOPUIHBIX PACTeHMIA BO3MOXHO BECTU B CBETO-
KyJIbTYpE JIS1 PA3JIMYHBIX YCJIOBUIA BbIpAlllMBaHUS, BKJIOYAsl TPAAULUUOHHBINA 3alMILEHHBI U OTKPBITHIA
TPYHT, MOIEIUPYS TUTMIHBIE 0COOCHHOCTH YCIOBUIT BHIpAIIMBAHUS B PETYJIMPYEMOM arpo3KocucTeMe.

Knroueswie cnosa: penuc (Raphanus sativus L.), ”HTEHCHUBHAsI CBETOKYJIBTYpa, FTEHETUKO-CEJIEKIIMOHHBIE UC-

CJICOJOBaHUA, MOp(I)OJIOI‘I/I‘ICCK_I/IC 1 OMOXNMHMYECKUE CEJISKIIMOHHO IIeHHBIE IIpU3HAKU.

DOI: 10.31857/S0016675822060108

Penuc (2n = 18), Hapsiay ¢ APYTMMU NIPENCTaBUTE-
JIsiMu 0oTaHU4YecKoro Buna Raphanus sativus L. (1004,
JIaiKOH, pelbKa eBpoIleiicKasl) SIBJISIETCSI OMHOM W3
BaXKHEHIINX KYJIbTYP, UCIIOJIb3YEMBIX IJIST IIPOMBIIII-
JIECHHOTO BbIpaIllMBaHUS, a TAKXKE IS TEHETUYECKUX
1 MOp(POOHOIOrMIEeCKX UccaenoBanuii. B ctpanax
A31M BOCTOYHBIE TTOABUABI PEIbKU, JI00OA U JaliKOH,
3aHMMAIOT OJTHO U3 BEAYIINX MECT B ITMILICBOM palivi-
OHE HaceJIEeHHUS, a IIOCEeBHbIE IUIOIIAAN TOCTUTAIOT
30—40% cpenn oBoIIHBIX pacTteHuit [1, 2]. B Poc-
cuiickoit @enepaliy peauc sIBIgeTCsl OMHOM U3 BaX-
HBIX OBOIIHBIX KYJIBTYp, OIepeskasi Mo MOMyJIsIpHO-
CTH eBpOIIEMCKYIO penbKy 1 maiikoH. Ero mpousBomn-
CTBO COCPEIOTOYEHO INIaBHBIM 00Pa3oM B OTKPBITOM
rpyHTe (pepMepcKue XO3SaiiCTBa, JUIHBIC IIpUyca-
JIeOHbIe Xx03siicTBa). O0BEM COOCTBEHHOIO MIPOU3-
BoxacTBa peauca B P HegocTaToueH mist odecrede-
HUS TIOTPEOHOCTM HaceJIeHUSI B CBEXE OBOIIHOM
MIPOAYKIIMM, OCOOCHHO B 3MMHE-BECEHHUI IIEPUOI
[3], TIpy 3TOM MAaJIO YTO U3BECTHO O TEHETHUKO-O0MO-

668

XUMUYECKUX OCOOEHHOCTSIX TOM KYJIBTYPBI, a TAKXKE
O BJIMAHWH HAa HUX YC)IOBI/Iﬁ BbIpallilMBaHW .

Penvic mpencrasiseT co60il MyTaHTHYIO Kapiv-
KoBYyI0 (popMy penbkn. McKyccTBEeHHBIN OTOOD pean-
ca UCTOPUYECKHU BEJICS IO MPU3HAKY KapJIMKOBOCTHU
pacTeHwuii; B TeHEPATUBHOM IIepUOAE OH MAaJIO OTJIU-
qaeTcs OT ApyTrux penek [2]. bonee kopoTkuii epuos
BereTaly 1o CPaBHEHUIO C PEIbKOI ITO3BOJISICT 110~
JIydaTh HECKOJBKO YpOXaeB KYyJIbTyphbl B TOO, a B
YCITOBUSIX CBETOKYNBTYpPHI — 10 12 [2, 4, 5].

Penpka u penuc 061ama10T LIEHHBIM OMOXUMMUYe-
cknM coctaBoM. KopHerionsl comepskart 1o 8.5% ca-
XapoB, PSII HE3aMEHUMBIX U 3aMEHUMBIX aMUHOKMC-
JIOT, 3HAYUTEJIbHOE KOoJn4ecTBO 6enkoB (1.1-2.1%),
kpaxMana (okono 0.3%), kineruatku (0.9—1.5%), a
TaKKe KOMITJIEKC OMOIOTMYEeCKN aKTUBHBIX BEILIECTB
(Butamunsl B1, B2, B6, PP, C) u MuHepanbHBIX 3J1e-
MEHTOB (KaJblUsl, MarHusl U Kanus). OCTphlil crie-
LU GUUIECKU apoOMaT U BKYC KOPHEIJIOAOB PEIbKY (B
MEHBIIIEN CTeNeHU MaliKoHa M peauca) oO0yCJIOBICH
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BBICOKHM COJIEpPXXaHUEM CEepOCONEepXKAIIUX JIETYUYUX
aJIKAJIOUJAOB  M30THUOLIMAaHATOB  (4-METUITHUO-3-
oyreHwniusotuouunanHar, MTB-ITC). Takxke B HMX
MPUCYTCTBYIOT IJIIOKO3UHOJIATHI, MPENIIeCTBEHHUKU
U30TUOLIMaHATOB. MoJiofible JTUCThS coaepKaT 00Jb-
1I0€ KOJUYECTBO MAaKpPOHYTPUEHTOB, KJIETYaATKU,
JKUPHBIX KUCJIOT, aCKOPOMHOBOM KUCIOTHI, moude-
HOJIOB, KaJIbLIMsI, Maruus, Kanus [6—9]. KpoMe HuX,
B JIUCTbSIX MPUCYTCTBYET OOJIbIIIOE KOJIUYECTBO CO-
eIWHEeHU ¢ aHTMOKCHUIAHTHBIMU CBOUCTBaMu: (e-
HOJIbHBIE KHWCJOTHI, (pj1aBOHOUABI U U30(IaBOHBI,
o eHoJIbl, (PIABOHOHBI, aHTOLIMAHBI, TJIFOKO3UHO-
JIaThl, (PUTOCTEPOJIbI, KOTOPhIE 00JIa1al0T rernaronpo-
TEKTOPHBIMU, MPOTUBOOMYXOJIEBBIMY Y TUIIOTIUKEMU -
yeckMu cBolictBamu [8]. MccrnenoBaHus mokasaiu,
YTO aHTUOKCUIAHTHAsl aKTUBHOCTb JIUCThEB PENbKU
ObLIa B TpU pa3a BbIllIE MO CPABHEHUIO C TAKOBOH Y
KOpHeIUioaoB [9]. MHorue aBTOpbl OTMEYaloT, YTO
Osiarogapsi IEHHOMY OMOXUMHUYECKOMY COCTaBY MOJIO-
JIbIE JIUCThSI PENBbKU U PEAUCA MOTYT CIIY>KUTh KOMIIO-
HEHTaMM 3[I0POBOTO IMUTAHUS KaK MPU yITOTpeOIeHUN B
CBIPOM BUJIE B COCTABE CAJIATOB, TAK 1 B KAYECTBE ChIPbSI
JUTS. TPOU3BOACTBA MPOAYKTOB COAJIaHCUPOBAHHOIO
nutanus [7, 8, 10].

Bricokast HOTpeOGHOCTh B paCTUTEIHLHOM MPOIYK-
U1, OTHOcsIIecss K Bumy Raphanus sativus L.,
ornpeaeasieT HeOOXOAUMOCTh HajibHeillero msyde-
HUSI TeHETUYECKUX OCOOEHHOCTEM peauca ¢ Leblo
CO3IaHMsI COBPEMEHHBIX BBICOKOIIPOAYKTUBHBIX U
KOHKYPEHTOCIIOCOOHBIX COPTOB. B HacTosI1iee Bpemsi
MIPUOPUTETHLIMM HaIpaBJIeHUSIMU B TEHETUKE peayuca
¥ peneK, IIOMUMO HCCIIeIOBAaHUI MX CKOPOCHEIOCTH,
XOJIOJ0-, XKapO- U COJICYCTOMYUBOCTH, YCTOMUMBOCTU K
MpeXIeBPEMEHHOMY CTEOJICBaHMIO, OOJIE3HSIM U Bpe-
IUTEIISIM, SIBJISTIOTCSI TEHETUKO-OMOXUMUIECKIE HC-
cJie0BaHs TPU3HAKOB, BJIUSIOIIMX Ha UX BKYCOBBIE
Ka4ecTBa, a TaKKe Ha MTHTEHCUBHOCTh OKPaCKU KOPBI
1 MSTKOTH KOpHeTu1omoB [11].

Taxk, Hampumep, B MOCAEOHUE ACCITUIETUS pa3-
paboTaH psia MOJEKYISIPHBIX MapKepOB U KapT IPyMIT
cuerieHus mist peauca [12—15]. beumn upmeHTuduM-
IIAPOBaHbl JIOKYChl KOJIMYECTBEHHBIX IIPHU3HAKOB
(QTL), oTBevaroiye 3a yCTOMYMBOCTh K OOJIE3HSIM
[16, 17], crebneBanue u LBeTeHue [ 18], cuHTE3 TIIO-
Ko3nHOaaToB [ 19] 1 Mopdotornio KopHeruionos |13,
20]. B 2017 r. anoHCcKWE y4yeHbIe TPOBEIN 0030p U
CpaBHEHHE OMyOIMKOBAHHBIX 3a IocjeaHue 15 et
JMaHHBIX B 00JIaCTM CEKBEHUPOBAHUS U KapTHUPOBa-
HUSl TeHoMa Raphanus sativus L.. B ux padore [21]
MIPUBOIUTCS TeHeTndecKas KapTa penbku (Rs-RAD
map), nocrtpoeHHass Ha ocHoBaHuM ddRAD-cekBe-
HUpoBaHUsI reHoMa. OmgHaKO 3HaYMTEIbHas 4acTb
TCHOB, OTBEYAIOIIMX 3a IIPOSIBJIEHNE OCHOBHEBIX XO-
3IMCTBEHHO LICHHBIX IIPU3HAKOB KAa4eCTBa y peauca
U peIbKHU, K HACTOSIIIEMY BpeMEeHH! HEe UASHTUMUIIN -
poBaHa.

AKTyaJ'IbHLIMI/I Ha CEroaHA ABJIAIOTCA U TCHETUYC-
CKME€ HCCICOO0BaHMA, HaIIpaBJICHHbLIC Ha CO3JaHUC
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HOBBIX 00pa3noB Raphanus sativus L., aganTupoBaH-
HBIX K YCJIOBUSIM MHTEHCUBHOI CBETOKYJIBTYDHI, C
KOMITJIEKCOM XO3SIMCTBEHHO LEHHBIX IPU3HAKOB,
OIpeACSIONNX PEeHTA0eIbHOCTh BHIpAIlUBAHUS U
MMPEUMYIIECTBO Mepe yKe CYLIeCTBYIOIMMU COPTa-
M. B ArpodursnueckoM HaydHO-MCCIIEA0BATEIECKOM
nHctutyte (PDIBHY ADU), ¢ Havana 2000-x romos
pa3paboTaHa 1 aripoOMpoBaHa Ha pa3HBIX KyJIbTypax
(mueHUa, JailKoH, peauc) METOIOJOrUs IIPOTHO-
3UPOBAHUS TPAHCTPECCUIl IO XO3SIMCTBEHHO I1IEH-
HBIM MIPU3HAKaM PacTeHUM MTPU UCTIOIb30BaHUM pe-
ryaupyeMmoit arposkocuctembl (PADC), mnoayudeH
COpT peduca IJisg CBETOKYIbTYphbl IleTepOyprckuii
duoneToBwiii [4, 22, 23]. Pa3paboTku B JTaHHOIT 00J1a-
CTU BEAYTCS TAKKE B APYTMX HAYYHO-UCCIIEIOBATE b~
ckux uHcTuTyTaX Poccmiickoit @enepanuu u 3a py-
oexom [24—28]. OgHako McclieqoBaHUSI B 00JacTH
MPOSIBJIECHUSI T€HETUKO-OMOXUMUUECKUX U MOPPO-
OGUOJIOTUYECKHX TTPU3HAKOB KauyecTBa y peauca mpu
€ro BhIpaIllMBaHUU B YCJIIOBUSIX MHTEHCUBHOI CBETO-
KYJIbTYPBl HEAOCTAaTOYHEL.

Ilens HacToOsIIEl pabOTHl — U3YyYEHUE BIMSTHUS
B3aMMOJICICTBUS “TeHOTUII—Cpena” Ha MPOosIBJIeHUE
XO3SIMCTBEHHO 1LIEHHBIX MPU3HAKOB M OMOXMMUYE-
CKUi1 COCTaB Y POJAUTEIBCKMX COPTOB M HOBBIX 00pa3-
LIOB peauca B KOHTPOJUPYEMBIX M €CTECTBEHHBIX
YCJIOBUSIX BHIpAIlIMBAaHMS IIPU CO3MaHMUU HOBBIX JIM-
HMI, aganTUPOBAHHBIX [JiI MHTEHCUBHOI CBETO-
KYJIbTYPHI.

MATEPHAJIbBI 1 METO/IbI

OO0OBbeKTaMU UCCIICIOBAHUI CITYKUINA PEAUC COPTOB
Buona (Arpodupma “Cemko”) u Pernot (KosureKiuyst
®I'BHY ®ULl BUP um. H.U. BasuioBa, k-2466).
Kpome Toro B paboTe 1UCIOIb30BaAIM CO3NaHHbIE HAMU
copt IlerepOyprckuii proneToBblil 1 TuHMUIO IleTep-
oyprckuii po3oBbiii (Fg) ot ckpemmBanus Buona %
X Pernot, mojiydeHHbIE Ha OCHOBE YCOBEPILIEHCTBOBA-
HOIT METOIOJIOTMM YCKOPEHHOI1 ceiekimu [29], a Takke
penuc copta OkraBa (ArpoxoiaauHr “Ilouck™).

HccanepoBanus npopomuinck B 2020—2021 rr. B
peryJnpyeMbIX ycjioBusix arpoouonoiaurodna @I'bHY
A®DMU (r. Cankr-IleTepOypr) 1 OTKPBITOIO IrpyHTa (Te-
cToBasg IUIolianka, BojocoBckuii p-oH JleHWHrpan-
CKOM 0011., KoopmuHaTH: 59.426780, 29.149765). B
YCJIOBUSIX CBETOKYJIBTYPHI arpoouononurona ®I'bHY
A®DMU pacTeHuns BIpalUBaIM HA OPUTUHAILHOM Be-
reTallMOHHO-00JIy4aTeJIbHOM oOopynoBanuu [30]
pu ocBemeHHOCTH 20—25 KJIK ¥ MPOAOTIKUTEIBHO -
CTU CcBeTOBOro nepuoaa 12 4. Temneparypy nomaep-
KUBaJy Ha ypoBHe 24 + 2°C gHeM 1 18 & 2°C HoUbIO.

Cyxue ceMeHa BbIceBajll B CyOCTpaT — BepXOBOit
Topd ¢ MUHEpPATbHBIMH ITOOGABKAaMM C TOJIITUHOM
KopHeoouTaemoro ciaost 3—4 cm [31]. ITomuB ocy-
LIECTBJISIIN €XeAHEBHO: BOJIOM, Yepeaysl C TTIOAKOPM-
Kot pactBopoM KHoma (Tpu pa3a B Heaeno). Cxema
noceBa — 5 X 10 cMm. YOOpKy pacTeHMIT peanca npo-
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BOIMJIM Ha 25 CYTKHM OT IToceBa. B OTKpBITOM TpyHTE
ceMeHa ObUIM ITOCesIHBI B NEpBOil ekajae Masl, IO
aHayjormyHoi cxeMe. [IoBTOpHOCTB OITbITa YEThIPEX-
KpaTHas. Pazmep olleHMBaeMoii BBIOOPKM COCTaBIISLI
necatb pacteHuit. Ilpm ybopKe ydUTHIBaJIU OCHOB-
Hble OMOMeTpUYecKre IoKazaTequ pacTteHuit [32].
AHanm3 OMOXMMHUYECKUX IToKa3aTeseil (conepxaHue
CyXOTO BelllecTBa, HUTpaToB, Butammua C, GoToCUH-
TETUYECKUX IIMTMEHTOB 1 aHTOLIMAHOB) IIPOBOIWII C
HMCITOIb30BaHNEM OOIIETPUHITHIX MeTOONK [33].

J1s1 BRISIBJACHUS pa3iMIuii CPEIHMX MEXIY T€HO-
TUIAMU 0 KaxKI0OMY IIPU3HAKY UCIIOIb30BAaJICS aIlo-
CTEpUOpHEBIN KpuTepuii ThIOKM (HocTOBepHas 3Ha-
yumas pazHuua). Beauuuny p < 0.05 (BeposITHOCTb
ommbKku 5%) cuuTanu IpueMiIeMoil TpaHUIei cTa-
TUCTHUYECKOIl 3HauYMMocTU. I KOMIUIEKCHOM
OLICHKM CpaBHUBAEMbIX CPEAHUX 3HAYCHUI TIpU3HA-
KOB IIpUMEHSIJICS ABYX(aKTOPHBINA TUCIEPCUOHHBII
aHaJIM3 C pacyeToM IIoKasaTejieil BapbMpPOBaHUS, B
YaCTHOCTU, CPEOHUX KBaApaToB OTKJIOHEHWIA, MUX

JVCTIEPCUOHHOTO OTHOLIEHUS [/ = Si / Se2 , 3HA4MMO-
CcTH pe3yabTaToB p [34]. CTtatucTuecKylo 00padoTKy
JIAHHBIX TIPOBOAWIIM C UCIIOJIb30BaHMEM IIPOrpaMM-
Horo oGecrieueHus1 Microsoft Office Excel 2019 u
Statistica v. 13.3 (StatSoft Inc., Tulsa, OK, USA).

PE3VYJIBTATBI U OBCYXIEHHWE

I1penBaputenbHO ObLIA ITPOBEACHA OIIEHKA KOJI-
JIEKIIMU 00pa3loB penuca no cTerneHu peHoTunuye-
CKOIO TIPOSIBJICHUSA CEJIEKLIMOHHO LIEHHBIX CBOMCTB,
WMEIOIINX BaXXHOE 3HAuYe€HWE I BbIpAlllUBAaHUSI B
YCJIOBUSIX MHTEHCUBHOM CBETOKY/IBLTYPHI [4, 35]. Bblne-
JIeHbl 00pas3libl, B MAKCUMAJILHOI CTENeH! peai3ylo-
1€ B 3TUX YCJIOBUSX OTIEJIbHbIE KOMIIOHEHTBI MPU-
3Haka “pa3mMmep KopHeruiofa”. Penuc copra OkTtaBa ObuI
BBIOpaH 3TaJIOHOM YCTOMYMBOCTHY K CTE€OJIEBaHUIO, TaK
KakK JIOJITO He 3alIBETaJI ITPY BbIpAILIMBAHU M KaK B CBETO-
KYJIBType, TaK U B OTKPBITOM rpyHTe. [Ipu nonaydyeHun
copta penuca IlerepOyprckuit (hbrioneToBblii U JTMHUA
IletepOyprckuii po30BBIiA UCITOIB30BAIM YCOBEPILICH-
CTBOBAaHHYIO METOJOJIOTUIO YCKOPEHHOI TpaHCcrpec-
CUBHOM CEJIEKIIMYA HOBBIX JIMHUU U COPTOB pAaCTEHUIA
C MPOTHO3UPYEMBIM KOMIUIEKCOM XO3SIHACTBEHHO
LIEHHBIX IPU3HAKOB [29].

IMomyuyennbie paHee pe3yabTarhl 10 QT L-anammsy
M YCTAHOBJICHUIO T€HETUYECKMX KOMIIOHEHT, OIIpe/ie-
JISIONIVX TIPOSIBIIEHUE MIPU3HAKOB pa3Mepa U (OpMbI
KOpHeIruioga peauca [13, 36], mo3BoJvand Npearosio-
KWTh, YTO BEPOSITHOCTh HE3aBUCUMOTO HAC/IETOBAHUSI
KOMIIOHEHTOB, OIpeAe/siomnX ¢GopMy KOpHEIUIona
R. sativus, 1OCTaTOYHO BBICOKA. DTO OIpEACseT Tep-
CIEKTUBHOCTb CO3IaHMsI HOBBIX COPTOB peaurca TpaHC-
IPECCUBHEIX MO (pOpMe M Macce KOPHEIIOAA 3a CUeT
B3aMIMOIOITOJHEHUS TIPU CKPEIIMBAHUM JIYYIIHUX 110
MIPOSIBJICHUIO OTHIE/JIbHBIX KOMIIOHEHTOB (IjIMHa U
JUAMETP) KOHTPACTHBIX MO JAHHOMY MPU3HAKY PO-
JUTEITBCKUX COPTOB.

CHUHABUWHA u np.

[IpoBeneHHBIC HAMU IIPEABAPUTEIbHBIE NCCIEIO0-
BaHMSI ITOKA3aJIM, YTO IIPU CKpEeIINBaHUM COPTOB pe-
JIyca ¢ Kpyrjioi u UMJINHAPUIECKoit (popMoit KopHe-
iona rudpunsl F; Bo Bcex KOMOMHALMSAX CKPELI-
BaHUSI UMEJTU TIPOMEXXYTOUHYIO (DOpMYy KOpHEIUIoa,
OJIM3KYIO K DJUTUIITUYECKOM, U TUaMeTp, OJM3KUNA K
IMaMeTpy KpPYIJIOKOpHEeIUIogHoro copra. Ilpu atom y
ruobpunos F; Bo Bcex uzydyaeMbix KOMOMHALIMSIX CKpe-
IIVBaHMsI HAOII0IAJICSI TeTePO3KC IO MACCEe PACTEHUS U
Macce KOPHEIUIONa, a MPEBhILIeHUE Hal JIyJIlM PO-
IUTETbCKUM copToM cocTaBisuio 20.10—132.46 u
7.35—137.01% cootBeTcTBEHHO [35].

B HacTostiem ucciaenoBaHUM MaTEpUHCKUI COPT
Buomna umen okpyriyio (popmy, pHOIETOBBIN LIBET KO-
pbl KopHeruioga (MHaekc (popMbl KopHeriona 1.12) u
cpenanit nmamMetp 3.40 cM; oTHOBCKMIA copT Pernot —
LUJMHAPUYECKUI KopHeron (MHAeKC (OPMBI KOp-
Heriona 3.73) co cpeaHeii ajmHoM 7.52 cM (Tabn. 1),
IIBET KOPHEIJIONa — PO30BHIN C GeJTbIM KOHYMKOM.
Copt Buosa 6611 BBICOKO YCTOHYUB K CTeOJIeBaHUIO B
YCIOBUSIX CBETOKYJIBTYPBI, cOPT Pernot — oTHocH-
TenbHO yctoiumB. Kpome 3toro, ais copra Buona
XapakTepHa HU3Kasl CTeNeHb OITylIeHHOCTH JTucTa. B
F, Bce pacTteHuss nmMenn 3UTMIITHIECKYIO (OpMY M
¢UoIeTOBBIN 1IBET KOPbl KOPHEIIOAA U ObLIM BBICO-
KO YCTOMUYMBBLI K CTeOJIEBAHUIO, MPEBBLILICHUE I10
Macce KOpHerioAa Haj JydylluM U3 pOIUTesIei co-
craBwio 129.53%. B F, HaGmonanyu 3HaYuTeIbHOE
paclleruieHre 10 OCHOBHBIM M3y4aeMbIM MapaMeTpaM.
YacroTa MoJIOKUTENbHBIX TPAHCTPECCHIA IO Macce pac-
TEHUSsI, MAcCe KOPHEII0A I MacCe JIMCThEeB COCTABIISLIA
9.02,9.84 n 14.75% COOTBETCTBEHHO, TAK3KE BhISIBJICHBI
MOJIOXKUTEJTbHBIE TPAHCTPECCUU IO THAMETPY KOpPHE-
wiona (2.46%). B xadectBe pomoHavYaIbHUKOB HOBBIX
JIMHUIA ObLIM OTOOpaHbl TPAHCTPECCUBHBIE IO Macce
KOPHETIOJA PACTEHMSI ¢ KOPHEIUIOAAMM PO30BOIO U
¢duoneTOBOrO 1BETa, C MAJIOOMYILICHHBIMU 1 HEOIy-
IIIEHHBIMU JIUCThSIMU, C BBICOKOM YCTOMYMBOCTBIO K
crebyieBaHulo. B nanbHeiimem B nonyiasuusax F;—F
oTOUpaIN pacTeHUs, 00IaJalolIe TaHHBIMU XapaK-
TePUCTUKAMHU, a TaKXKe MPU3HAKOM KOMITAaKTHOCTb
JIUCTOBOM PO3ETKU, MMEIOIIUM BaXXHOE 3HAUYCHUE
IUIS BBIpAIIMBAHUS KYJBTYPHI 1O MaJOOOBEMHBIM
TEXHOJIOTHSIM B TJIOTHOM MOCaIKe.

Pesynbratel MopdoOMOTOrNMYecKoit OlieHKN 00-
pa3lioB pearca B pa3IMYHBIX YCJIOBUSIX BBIpAllMBa-
HUS TT0Ka3aJii, YTO CO3MaHHBICE HAMM PEeIucC copTa
IlerepOyprckuii duoneToBelii 1 nuHUsS IletepOypr-
CKUI pPO30BbIIi XapaKTepU30BAIUCH SIUIANITUYECKON
¢dopMoii KOpHEILIOAA U MacCoii, TIpeBbIIIAOLIE Maccy
KOPHEIUIONA POAUTEIbCKUX COPTOB, KaK B YCIOBUSIX
CBETOKYJbTYPbI, TaK U B OTKPBITOM IpyHTe. IIpo-
LIEHT TOBApPHBIX KOPHEILIOA0B Y 3TUX 00pa31oB CO-
craBisit 6osee 90% B 000UX YCIOBUSX BhIpallliBa-
HUS, TIpU ypoxKae TOBAPHBIX KOPHEIJIOAOB — 3.5—
3.8 Kr/M? B CBETOKYJIBTYpE U 60Jiee 4 KI/M? B OTKpbI-
TOM rpyHTe (Tadi. 1, 2).
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HoJist ToBapHBIX KOPHEIUIONOB y penuca Buona,
Pernot u OkTaBa B CBETOKY/IbTYpe cocTasisuia 64.0,
65.0 1 50.0% cOOTBETCTBEHHO, B OTKPBITOM TPYHTE —
80.0, 0.0 u 80.0% cOOTBETCTBEHHO, ypoxXaii — 10
1.5 Kr/M? B CBETOKYJILTYpPE U 2.5—2.7 KI/M? B OTKPBI-
ToM rpyHTe. Huskas ypoxaitHocTs penuca Buona n
OkKTaBa B CBETOKYJIbTYpe IO CpaBHEHUIO C 0Opasiia-
mu IleTepOyprckuii ¢puosneroBsiit u [leTepOyprekuii
PO30BBI OOBICHSIETCS MEHBIITUM IPOLICHTOM M 00-
Jiee HU3KOU Maccoil TOBapHbIX KOpHEIU10a0B. HoBbie
o0pasibl 061ananu 6oJjiee MHTEHCUBHBIM POCTOM 10
CPaBHEHUIO C POIUTEIbCKUMHU COPTaMM, UTO, BO3-
MOXHO, 00€CIeYrBaJoCh 3a CUeT KOMILJIEeMEHTaIluu
reHOB, OTBeYalolIMX 3a POCT KOPHEIIoNa B JUIMHY U
IIUPUHY. YCKOPEHHbIE TEMIIbI POCTa KOPHEIIoAa
(paHHUIT CPOK CO3peBaHUs) SIBISLIUCH OTHUM U3 OC-
HOBHBIX KpUTEpHEB IMPOBOAMMOIO HaMu OTOOpa B
nonyasauusax F,—F,. Penuc copta Pernot He o6pa3o-
BaJI TOBapHBIX KOPHETUIONOB B YCIOBUSIX OTKPBITOTO
rpyHTa JIeHUHTpaacKoi 00J1. Mpy MOocaaKe B Mae, YTO
CBUIETEIbCTBYET O HEYCTOMYUBOCTH €TI0 K JeiICTBUIO
JJIMHHOTO NTHSI U SIPOBU3UPYIOLIMX TeMIlepaTtyp —
¢akTOpOB, BBLI3BIBAIOIIMX CTeOJIeBaHUE Y YYBCTBU-
TeJILHBIX K HUM 00pa3toB Raphanus sativus L.

I[IpuzHak “KOMITAKTHOCTH JIMCTOBOM pPO3€TKMH”
TaK>K€ OTHOCUTCSI K YMCIY CEJIeKIIMOHHO II€HHBIX,
TaK KaK MOXET CIIOCOOCTBOBATb YBEIMUYEHUIO YPO-
XXKalHOCTU mpH OoJiee IUIOTHOM Iocanke [2]. DtoT
NpHU3HaK 0COOEHHO BaXkeH MpPU BhIPAIIMBAHUM Pac-
TeHUIl B CBETOKYJILTYpe Ha OrpaHUUYEHHBIX TJIOIIA-
JISIX IO MajiooOBbeMHOI TexHoiorun. Co3maHHEIE Ha-
MU O0paslbl pearca MMEIOT KOMMAKTHYIO PO3ETKY
JIMCTBhEB; 3TOT MPU3HAK MPOSIBISIETCS KaK B CBETO-
KYJIbType, TaK U B OTKPEITOM IrpyHTe (Tab6i. 1, 2). OHn
XapaKTepu3yIoTCcsT OOMBIION IOJIE KOpHEIUIoga B
oobmieit macce pacreHus: 0.60—0.65, 4T0 KOCBEHHO
CBUICTEIILCTBYET O BBICOKOII AKTUBHOCTU PabOTHI
doToCcMHEeTETUYECKOTO amnmapara U 3¢pOeKTUBHOM
repepacripeie;iecHud acCUMWJISITOB U3 JIMCThEB B
KOpHEIUIONbI. PacueTsl moka3aau, 4YTo HanOOJIbIINIA
ko3 dunmeHt Bapuauuu (Cv) B 000MX YCIOBUSIX
BbIpAllIMBAaHUSI UMEJIU MMOKA3aTeJIM MacChl paCTeHUM
(Macca obmiasi, Macca KOpHEIUIOAa, Macca JIMCTA),
HaMMEHBIIMN — YMCJIO JIMCTHEB, BHICOTA U TUAMETP
pO3eTKH, JUIMHA JIMCTA U OTHOIIIEHNE MAacChl KOpHEe-
I04a K Macce 1ieoro pacreHusi. CXomHbIe pe3yiib-
TaThl moJrydeHbl A.b. KypuHoii ¢ coast. [2] ipu mnc-
clliefoBaHUM 00pa3loB pearca U peabKU U3 KOJIICK-
mnn BUP, rne takke Habmomamu BeIicoknii Cv 110
Macce pacTeHus1 M KopHerutoga (1o 63.6%) no cpas-
HEHUIO C IPYrUMU MOpPGOJIOTUYECKUMU XapaKTepu-
CTMKAaMU PACTCHUIA.

PesynbTatel MpoBeAeHHOTO  JIBYX(aKTOPHOTO
JIHUCIIEPCUOHHOIO aHaJIM3a IoKa3alu, 4YTo hakTop “Te-
HOTHUI” OKa3biBas focToBepHOe BiausHue (p < 0.05) Ha
BCE U3yyaeMble OMOMETpUUECKUE MoKa3aTeau peau-
ca. Makrop “yciaoBUS BHIpAIIMBAaHUSA’ TOCTOBEPHO
BJIVISUT Ha GOJIBIITMHCTBO TTOKAa3aTesieil, 3a NCKITIoYe-

CHUHABUWHA u np.

HUEM NPU3HAKOB IUAMETP PO3ETKH, IJIMHA JIMCTA,
JUJIMHA U IUaMeTp KOPHEIUIoAa, a B3auMOJIEHCTBUE
¢$akTOpPOB — TOJILKO Ha OTHOILIEHUE Macca KOpHe-
ioma/mMacca o0Iast, YMCIo JIMCThEB, BEICOTA PO3ET-
KW U IJIMHA JINCTA.

[1pu mpoBeneHNM MCCIIeTOBaHMIT pearca B CBETO-
KyJIbType BaXKHBIM SIBJISITIOCH HATUYKE Y OTOMPACMBIX
¢dopM npu3HaKa “ycTOMYMBOCTD K CTEOJICBAHUIO, UT-
pAaroIIEero OAHY U3 KITIOUEBBIX poJieil B (DOpMUPOBAHUU
TOBapHBIX KOPHETLIOAOB. MexaHM3MBbI ITepexoa K 1iBe-
TEHHIO, TaKKe KaK U YCTOMIMBOCTH K CTEOJIEBAHUIO, Y
pemica 1 penbKH ellle TOJTHOCThIO He BhISICHeHBI. Oc-
HOBHBIMU (paKTOpamMu, BBI3BIBAIOIIMMHM ITIPEKIEBpE-
MEHHOE CTeOJieBaHUe, SIBISIOTCS JUIMHHBINA AeHb U
SIPOBU3UPYIOIINE TEMIIepaTyphbl, a TAKXKe MHTEHCUB-
HocTh ocBeleHus [18, 37, 38]. [TokazaHo, 4TO y OT-
JINYAIOMINXCS TT0 YCTOMIMBOCTH K CTeOJIeBaHIIO 00-
pasIoB peIbKH BBISIBICHBI Pa3IMIMs B YPOBHSIX 9KC-
TIPECCHU OOJIBIIIOTO YMCJIa TEHOB, KaK CTPYKTYPHBIX,
TaK 1 PETryJISITOPHBIX, TAK MW MHAYE BOBJIEYCHHBIX B
npoliecc rnepexona K 1BereHuto [38]. OmHako mJjist
MOHUMaHUSI MEXaHW3MOB HacJedOBaHUSl YCTONYM-
BOCTH K TIPEKICBPEMEHHOMY IIBETCHUIO HEOOXOIM-
MBI JOTTOTHUTEIIFHBIE MCCIICTOBAHMSI.

ApyruM BakHBIM TIPU3HAKOM, HacJIieIOBaHUE KO-
TOPOTO MBI U3YyYallu, SIBJISUICSI MaJIOOITyIlIeHHbI ca-
JIaTHbI# TUI aucTa. [Tokazarenu “oO1iuii ypoxaii” u
“peHTabeaIbHOCTb Bo3aenbiBaHus” Raphanus sativus L.
3HAYMTEbHO MOBBIIIAIOTCS MPU aHAIWU3€ MUILEBOM
LIEHHOCTH UHTAKTHOTO pacTeHus. B Hallux uccieno-
BaHUSIX MaJOOIYIICHHBIM TUI JIMCTA TOMUHUPOBAJ
HaJ CpeaHeOoNyIIeHHbIM, paclllellJieHue Mo TaHHOMY
npusHaky B nomysasiuuu F, 6puto 6auskum K 3 : 1:
BCET0 aHAIM3UPOBAJIOCh 128 pacreHuii, n3 HUX 94 6bUI0
C MaJIOOIYIIEHHBIM JIMCTOM, 34 — CO CpemHeomnylIeH-

HeM, x> = 0.167 (mpu o = 0.05, 505 = 3.84).
M. Khalid ¢ coaBr. [39] Tak:ke COOOIIIalOT O MOHOT' M-
OpUIHOM HacjeJOBaHUU MNpPU3HAKA OMYILIEHHOCTU
JIUCThEB y TIpencTaButesieit pona Brassica. Ilpu aToM
B YaCTU U3YUYEHHBIX KOMOMHAIIMI CKpeIIUBaHUS 10~
MUHHMPOBaJ MpU3HAK “OTCYTCTBHUE OITYLIEHUS’, a B
JIPYTUX KOMOWHAIUSIX, HATTPOTUB, “OMYILIEHHbIN TUIT
JucTa”. ABTOpPBI IPEANOJIaraioT, YT0 B HEKOTOPBIX
cllygasix MpU3HAK “HaJMYUe—OTCYTCTBUE OIyIle-
HUSI” MOXET KOHTPOJIMPOBATHCS IBYMSI TeHaAMU € 3¢~
¢dexToM smucTaza. B HalIMxX sKCriepuMeHTax peauc
Buona umen ManoomnyiieHHbIi 1ucT, Pernot — cpen-
HIOIO OMYIIIEHHOCTb JIUCTOBOM TJIACTUHKU. B nX ru-
OpMIHOM MOTOMCTBE OBIJIM OTOOpPaHBI PACTEHUS C
JIMCTBSIMU CAJIATHOTO TUIIA. DTOT MPU3HAK ObLI 3a-
KpeIieH IMyTeM CTabuIn3upyIolero otoopa y copra
ITetepOyprckuii durosieToBbiii U TruHUU [leTepOypr-
CKUIA PO30OBBIiA U MPOSIBIISIICS KaK B YCJIOBUSIX CBETO-
KYJbTYPbI, TaK U B OTKPBITOM IPYHTE.

BaxxHbIMU Tpu3HaKaMHM peauca SIBJISIFOTCSI KOM-
MOHEHThI GMOXMMUUYECKOTIO COCTaBa, KOTOpPhIE 00Y-
CJIOBJIMBAIOT KAyeCTBO MOJy4YaeMoi MpoayKuuu. B
psae nyoIMKanuii IToKa3aHo, 4TO JIMTEIbHOCTh ho-
TONEPUOIa, MYHTEHCUBHOCTD U CIICKTPAaJIbHbII COCTaB

FTEHETUKA TtomM 58 Ne 6 2022
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Puc. 1. OcHOBHBIE MOKa3aTe I GHOXUMUYECKOTO COCTaBa JINCThEB M KOPHEIUIOAOB PEMca B CBETOKY/IBTYPE M OTKPBITOM IPyH-
te JlenuHrpaackoii oonactu. I — Buona; 2 — OkraBa; 3 — [leTepOyprckuii hnosaetoBsblii; 4 — [letepOyprckuii po3osiit. CB —
100 + e 25

CBETOKYJbTYpa, OI' — OTKPBITHIi1 TPYHT.
o
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Puc. 2. Conepxanue GOTOCUHTETUYECKMX ITUTMEHTOB M aHTOLIMAHOB Yy 00pa31IOB pearca B CBETOKYJIBTYPE M OTKPBITOM IPYHTE
JlenuHrpanckoit o6iactu. Xi. a — xjaopoduiut a, Xit. b — xnopoduin b, Kap. — kaporuHOuabl, AHT. — aHTOLIMaHbI. / — Brona;
2 — OkraBa; 3 — [letepOyprckuii uosietoBblii; 4 — [letepOyprckuii po3ossiit. CB — cBeTokyabTypa, OI' — OTKPBITHIN TPYHT.

CBETa BJIMSIIOT KaK Ha POCT U pa3BUTHE PACTEHUI, TaK Pesynbrarhl OMOXMMUYECKOTO aHAIU3a MOKa3aIu,
M Ha X OMOXUMUYECKUI COCTaB, COACpKaHUe MEPBUY-  UTO COAEpKaHUE CyXOro BelllecTBa, HUTPAaTOB U BUTa-
HBIX U BTOPUYHBIX MeTa00oauToB [40—42]. Pesynbrathl  MHHaA C B JIMCTBSIX ObLIO Jo0cTOBEepHO (p < 0.05) BBI-
MPOBEAEHHBIX HAMU UCCJENOBAaHUI OMOXMMUUYECKOTo  Iiie, YeM B KOpHEIUIonax, a ijisl caxapoB Ha0Io1a1ach
COCTaBa JINCTHEB ¥ KOPHETUTOMOB Pa3HBIX 00pa3IoB pe-  obpaTHas 3aBUCUMOCTL. [1orydeHHbIe TaHHBIC B IIe-
Ica, BBIPAIIEHHBIX B CBETOKYJIBTYpE M OTKPBITOM  JIOM COIJIACYIOTCS C JAaHHBIMU IPYTUX MCCIIeIOBaTe-
TPpyHTE, TIpeICcTaBIIEHBI HA puc. 1 1 2. nei [2, 7-9].
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B HacrosimeM uccienoBaHUM YCIOBUS BhIpallly-
BaHUsI BIVSIJIM Ha COMEpKaHUE BCEX U3ydaeMbIX MO-
KazaTeyneil OMoxuMHuyeckoro cocrtaBa (puc. 1, 2).
Taxk, B yCIIOBHSIX CBETOKYJIBTYPBI COIepXKaHNEe BUTA-
muHa C B IUCThIX 00pa31oB ObLIO BhIIE HA 9—20%,
B KOpHeTiogax — Ha 25—47% 1o cpaBHEHUIO C OTKPHI-
TBIM TPYHTOM, COAep>KaHUe HUTpaToB — Ha 9—106% B
JIUCThSIX U 17—85% B KOpHeIUIonax (3a UCKIIIOUeHUEM
copra IletepOyprckuii huosneToBslit). B To e BpeMs,
comepKaHME CyXOro BEIlIeCTBa y paCTEHUI peauca B OT-
KPBITOM TPYHTE OBLIO BBIIIE, YeM B CBETOKYILTYpE: B
JIMCTHSIX Ha 4—11%, B KopHeriogax — Ha 2—12%. Tak-
2Ke IT0Ka3aHo, YTO CoAepKaHNE ITUTMEHTOB B JIUCThSIX
pacTeHuil B CBETOKYJIbTYpe ObLIO BBHIIIE, YEM B OT-
KPBITOM rpyHTe (pHc. 3): xiopoduiuia a — Ha 32—55%,
xiopodwmmia b — Ha 22—44%, KapOTUHOUOAOB — Ha
20—28%, anTonmaHoB — Ha 10—182%. Ananus nuc-
MepCcuii OMOXMMUYECKUX ITOKa3aTesieii BBISIBUII CYy-
IIECTBEHHYIO BOJATWJILHOCTb BIMSIHUSA (haKTOPOB
“re”HoTUn”, “cpena” M UX B3aUMOICHCTBUS Ha TTOKa-
3aTeNn “comepKaHMe CyXOro BelllecTBa” M “couep-
XKaHWE HUTPATOB” U B JIMCTHSIX, U B KOPHEIJIOIAX.
Conepxanue ButammHa C B KOpHemjoIax peauca
3HAYMMO Pa3INYaoch I10 3 EKTy B3aUMOACHCTBUS
“reHOTMII—Cpena”, a B IUCThSIX peanrica — TOJIBKO IO
dakTopy “cpena”. B 1MCThsIX penyca Imoka3aTesn co-
IepxkaHus xjaopodwwuia a, xaopoduiuia b, ux cym-
MapHOIro 3HAaYeHMsI, a TaKKe KOJIMYECTBO aHTOIIMA-
HOB CYIIIECTBEHHO OTJIMYAIUCh IO 000UM (PaKkTOpam
n 3¢ deKTy B3aumoaeicTeus Mmexay Humu. [1pusHak
“KapoTUHOMIBI” MTOKa3ajl 3HAYMMYIO0 U3MEHYNBOCTh
TOJIBKO IT0 BApMaHTY “cpena” 1Mo pe3yjibTaTaM IIpoBe-
JIEHHOTO AUCIIEPCUOHHOIO aHaJI13a.

BeposiTHO npuunHOIi 60Jiee BBICOKOTO COAepKa-
Hus BUTaMuHa C 1 GOTOCUHTETUYECKUX TMTMEHTOB,
U, clieloBaTe/ibHO, 00Jiee BBICOKOM MUTaTebHOMN
1IEHHOCTU PAaCT€HMWU, BbIPAILIEHHBIX B CBETOKYJbTY-
pe, TI0 CPaBHEHUIO C OTKPBITHIM IPYHTOM SIBJISIIOTCS
pa3yinyvs B CBETO-TEMIIEPATypHBIX YCIOBUSIX U pe-
>KMMaX MUHEPAJIbHOTO TIUTaHUSI.

Takum o0pa3oM, ITOJydeHHBIE PE3yabTaThl I103-
BOJISIIOT CIeJIaTh BBIBOJ O BHICOKOIT 3((MEKTUBHOCTHU
KCIIOJIb30BAHUSI CBETOKYJIBTYPhI IPHU MPOBEICHUU
TeHETUKO-OMOXUMIUYECKUX M MOP(POOMOTOTMYECKIX
KCCclIeNOBaHUI. 3HAYUTENbHAS TeHOTUIIMYECKAsT 13-
MEHUYMBOCTh TPAHCTPECCUBHBIX (OPM MO3BOJISIET
MMPOBOJIUTH OTOOP Pa3IMYHBIX TCHOTUIIOB peauca Ha
COYETaHUE BBICOKOIM ITOTEHLIMAIBLHON ITPOIYKTUBHO-
CTU U KAYEeCTBa C YYETOM B3aMMOIECUCTBUS “TeHOTUIT—
cpena”. B To ke BpeMsi, OCOOCHHOCTH TIPOSIBICHUS
M3y4aeMbIX IPM3HAKOB Ka4eCTBa y pearca Io-BUAMMO-
My OIpENesIsIIOTCS COATAaHCMPOBAHHOCTHIO peain3a-
LMY MOTEHIIMAJIa TEHOTUITNYECKOM U3MEHYMBOCTH, a
TaKkKe cnelu@UKOil B3aUMOCBSI3U T€HETUYECKUX CH-
CTEM OHTOTEHETWYECKOM U (DUIIOTeHETUYECKOM amar-
TalMX y JaHHOTO BHaa. [Ipu 3ToM O0TOOp reHOTUIIOB B
CBETOKYJILTYPE MOXXHO BECTH JISI JTIOOBIX KOHKPETHBIX
YCJIOBUIA BEIpAIIMBAaHMsI, BKIIIOYAsT TPAAUIIMOHHBIN 3a-
IIMIIEHHBIIA U OTKPBITHIN IPYHT, MOIEIMPYSI OCHOBHbBIC
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napaMeTpbl cpenbl ooutanusg B PADC. ImeHHO yKa-
3aHHOII 0COOEHHOCThIO B3aMMOCBSI3U N€HETUUECKUX
CUCTEM OHTOIeHETUYEeCKOW U (UIOTeHETUUYECKO
ajanTalMyu MOXHO OOBSICHUTb HaOMIOJABIIYIOCS W3-
MEHYMBOCTH 110 MPU3HAKaM KayecTBa U OCOOEHHOCTIM
(GYHKIIMOHUPOBAHUSI CUCTEMEBI “TeHOTUII—cpena—de-
HOTUI”, YTO UMEET OUEBUIHOE TEOPETUUECKOE 1 MPaK-
TUYECKOE 3HAYEHUE VIl TEHETUKU U CEJIEKIIUU CEeJlb-
CKOXO3SIIICTBEHHBIX PACTEHUIA, 8 CBETOKYJIbTYPa MOXET
BBICTYTIaTh B KAU€CTBE MOAEIbHONH DKOCUCTEMBI LIS
YCTAHOBJIEHUSI MEXaHU3MOB yKa3aHHOTO B3aUMO/eii-
CTBUSL.

duHaHcMpoBaHUE pPaOOTBHI OCYIIECTBIISIETCS B
pamkax I'oczamanuss ®I'BHY AU na 2022 r. “Pas-
paboTka ¢yHIAMEHTaJbHBIX OCHOB YIIpaBJIeHUS
MIPOIYKIIMOHHBIM ITPOIIECCOM PACTEHUM U PETYIUPO-
BaHMSI ITOTOKOB OMOTEHHBIX SJIEMEHTOB B arpO3KOCH -
cTeMax MOCPEICTBOM YCTAHOBJICHUSI MEXaHU3MOB
B3aMMOJICUCTBUS “TEHOTUII-Cpeaa” B KOHTPOJIUPYe-
MBIX YCJIOBUSIX U TTOJTy4eHUSI HOBBIX (DOPM pacTeHUM
C BBICOKOLICHHBIMU TTPU3HAKaMU MPOAYKTUBHOCTU U
KadyecTBa IPU UCITOJIb30BaHUY OPUTHUHAIBHO TeHe-
TUKO-CEJIEKIIMOHHONW METOMOJIOTN, OMo-, HaHO-,
arpoTeXHOJIOTMI HOBOTO MOKOJIEHUSI U TTPUKIaTHOMN
mudposuzanuu (FGEG-2-022-0005)”.

Hacrosmag craths He COIEepKUT KaKMX-JIN00 MC-
CcJIeJOBaHUM C UCIIOJIb30BaHMEM B KaUueCcTBE OOBbEKTA
KVMBOTHBIX.

Hacrosiimast ctatbs He COmepKUT KaKMNX-JIM00 rC-
cJIeDOBAaHUI C yJacTHEM B KaUeCTBE OOBEKTa JIIONCH.

ABTOpBI 3asIBJISIIOT, UTO Y HUX HET KOH(JIMKTA UH-
TEepPECOB.
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Genetic-Biochemical Studies and Morphobiological Assessment
of Redish (Raphanus sativus L.) under Artificial Light Culture Condition

N. G. Sinyavina® *, A. A. Kochetov’, K. V. Egorova“, N. V. Kocherina?, and Yu. V. Chesnokov*
2 Agrophysical Research Institute, St. Petersburg, 195220 Russia

*e-mail: sinad@inbox.ru

New highly productive forms of small radish (Raphanus sativus 1..), adapted for growing under conditions of
intensive light culture, were obtained on the base of the methodology of accelerated transgressive breeding,
developed at the FGBNU AFI. Their genetic, morphobiological and biochemical assessment was carried out,
as well as the assessment of parental forms, in controlled and natural conditions of the environment. It has
been shown that new radish forms, transgressive in terms of size and weight of root, are characterized by a
complex of economically valuable traits: compact rosette, glabrous leaf, intensive root growth, resistance to
bolting and improved biochemical composition. It was revealed that the characteristics of the length and di-
ameter of the root, the compactness of the rosette, the resistance to bolting and the degree of leaf pubescence
are weakly dependent on the growing conditions, and the weight of the root and the yield of new forms exceed
those for the parent varieties both in light culture and in open ground. The research results allow us to con-
clude that the use of intensive light culture is highly efficient for carrying out genetic selection studies and ac-
celerating the breeding process by establishing the effects of the “genotype-environment” interaction. Eval-
uation and selection of hybrid plants can be carried out in a light culture for various growing conditions, in-
cluding traditional protected and open ground by simulating the typical characteristics of growing conditions.

Keywords: small radish (Raphanus sativus L.), intensive light culture, genetic selection studies, morphological

and biochemical selection-valuable traits.
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UccnenoBain XpOMOCOMHYIO U3MEHUMBOCTb KOMapoB Anopheles messeae Fall. B 1iecTu HaceIeHHBIX MTyHK-
tax Tomckoii 06:1. (3anagHass Cubups). OmnpeneareHbl 9aCTOTh XPOMOCOMHBIX MHBEPCHU B TIOKAITBHBIX BbI-
0opkax An. messeae. YCTaHOBJIEHO Npeo0iiafaHie THBEPCUOHHBIX BapMaHTOB ayTocoM: 2R, 3R, 3L B ro-
MO3UTOTHOM COCTOSTHUU. B McciienoBaHHBIX HAMU BBIOOPKAX MO MOJIOBOM XpoMocoMme XL oTMeueH U30bI-
TOK reTepo3urot no mHBepcuu XLy;. [lo-BuauMoMy, HampaBjieHUEe OTOOpa B CTOPOHY XPOMOCOMHBIX
BapuaHTOB XL, 2R, 3Ry 1 3L B BE1OOpKax Tomckoit obnactu An. messeae MOXHO OOBSICHUTb KIIMMa-
TUYECKUMU U3MEHEHUSIMU MOCJIEAHUX NECSITUIETUI, CO3IAIOIIMX ONTUMAaJIbHbIE YCIOBUS IJIsS pOCTa U pa3-

BUTUA KOMapoOB.

Karouesnie cnosa: Anopheles messeae, XpOMOCOMHBI ITOJIMMOPGU3M, UHBEPCUM, MAIISIPUITHBIE KOMAPHI, IT0-

MYJISILIMOHHAs TeHEeTUKA.
DOI: 10.31857/S0016675822060091

BaxxHbeiM MexaH3MOM BHUIIO00pPAa30BaHUS B OTPSI-
ne Diptera SBASIOTCS XpOMOCOMHBIE TIEPECTPOMKH,
nHBepcur. UMEHHO IT03TOMY BUIBI OTIMYAIOTCS T10
dUKcupoBaHHBIM MHBepcHsaM [1, 2]. B To ke Bpems
OOJIBILIMHCTBO BUIOB, adallTUPYSCh K OIpeae/ieHHbIM
KJIMMATUYECKUM YCIOBUSIM, UMEIOT (DITYKTYUPYIOIIEe
WHBEPCUU, TIPUBOISIINE K MTHBEPCUOHHOMY ITOJIMMOP-
duzmMy xpoMocoM [3—7]. Poitb XxpOMOCOMHEBIX MHBEP-
CcUii B ajalTallMd U 3BOJIOLUMU Pa3IUYHBIX BHUIOB
JIBYKPBIJIBIX M3y4aeTcsl B TeUeHUE HECKOJIbKUX JeCsI-
TsieTnii [8§—10]. MHOTONETHIIT MOHUTOPWHT CE30H-
HOI LUMKJIWYHOCTH U KJIWHAJIILHOTO pacIpeacacHUs
4acTOT MHBEPCHUI IO apeasiaM MOJIMMOP(MHBIX BUIOB
JIBYKPBUIBIX JAalOT MOJIHYIO KapTUHY ATUHAMUKU WH-
BEPCUOHHOTIO NMoJUMOop¢H3Ma B HOITYJISILUSIIX OMpe-
JIeaeHHBIX rpyIT Diptera B OTBET Ha KIIMMaTUIECKHE
n3MeHeHus B ripupoze [ 10—13]. 3a mocaenHee BpeMs
MMPOU3O0IIUIN KIIMMaTHYeCKINE U3MEHEHUST BO MHOTUX
001acTIX 3eMHOTO I1apa. B ¢BSI3M ¢ 3TM pacmmpu-
JIUCh apeajibl MHOTUX BUIOB HACEKOMBIX, OCOOCHHO
SMUIEMHUYECKHN OMACHBIX, CPEIU KOTOPHIX IepeHOC-
YUKM MaJISIpUM — Komaphkl poaa Anopheles [14, 15].
Cor1acHO TOCJIeAHUM OLIEHKaM SKCIIEPTOB, MTOTEH-
OUaJIbHBIN apean Mmansipuu B XXI B. Tipu moTeruieHun
KJIMMaTa pacluupsieTcsl B OCHOBHOM K ceBepy. Ha
TEPPUTOPUSIX, TAEC MaJIpusl YeJIoBeKa SHAEMUYHA,

YBEJIMUMBAETCS IJIUTEJIBHOCTh CE30HA Ilepenayn. 3Ha-
YUTEIHHO BO3PACTAET YMCJIO JIIOACH, MPOKMUBAIOIIUX B
30HaX C OOJIBIIIMM PMCKOM 3apakeHUs Maisipucii. B
nocinenHue 15—20 ner CymecTBeHHO WM3MEHMIIACh
CTpyKTypa 3aBo3a Majisipuu B Poccuio. M3MeHeHMs1
KIMMara, Ipou3onienmue B XX B. Ha TeppUTOPUU
crtpad CHI' m bantuu, ckazamichk Ha apeanax pac-
MPOCTPaHEeHUSsI IEPEHOCUMKOB U YCIIOBUSIX Pa3BUTHS
BO30yOUTENICH B OpraHu3Me IepeHOCYNKOB. CeBepHbIE
TPaHUIIBI apEajioB MaSIPUITHBIX KOMapOB UMEIOT T€H-
JNEeHIUIO K MPOIBIKEHUIO Ha ceBep, IpenrojararoT
BO3MOXKHOCTB 3aMEIIEHUSI CEBEPHBIX ITOITYJISILINIA 10K~
HbIMU. [JIsT OTOEIbHBIX TEPPUTOPUIA CTPaHbI BIMSI-
HUE MOTEeIUIeHUs KJIMMaTa MOXeT cKa3aTbCsl Ha 4Ya-
cTrote 3aboneBaHuii Mansipueil [16—18]. B cBsisu ¢
9TUM MOHUTOPUHI MOIYJISIIUN MaJsIpUIHBIX KOMa-
POB SIBJISIETCSI aKTyaJIbHBIM B HacTosiiee Bpems. Ma-
JISIpUIIHBIE KOMaphl pona Anopheles TIpencTaBisSIOT
co00I yToOHBIE MOJIETBbHBIC OOBEKTHI JJIST TTOITYJIsI-
LIMOHHO-TeHEeTUYECKOro aHaau3a. B KjeTrkax HeKo-
TOPBIX TKaHEil KOMAapoB COAEpXKaTCs IOJUTCHHBIE
XPOMOCOMBI, Ha KOTOPBIX XOPOIIIO MAECHTU(DUIIPY-
I0TCs (PUKCUpPOBaHHBbIE U (IYKTYUPYIOIIME TMepe-
crpoiiku [4, 10—12].

B 3anagxoit Cubupu obuTaeT aBa BuAa Majsipuii-
HBIX KOMapoB 13 KoMILIeKca “maculipennis” — Anoph-
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Puc. 1. Mecra c6opa TMYMHOK MaJIIpUITHBIX KOMapoB B ToMcKoii 061.

eles messeae Fall. u An. beklemishevi Stegniy and Ka-
banova, I KOTOPBHIX YCTAaHOBJIEH BHYTPUBUIOBOM
NoJMMOP(U3M MO XPOMOCOMHBIM MHBepcusm [10—
13]. An. messeae sABISIETCSI CaMbIM PacCIPOCTPaHEH-
HBIM BUAOM B [OJapKTUYECKOM KOMIUIEKCE BUIOB
“maculipennis” M HaceJsieT BCIO OOpeaJbHYIO 00-
nactb [laneoapKTUKU. DTOT BUA ACTATBHO U3Y4aeTCsI
B IUIaHE aHaJM3a WHBEPCHMOHHOIO MoJIMMoOpdu3Ma
Ha BCEM IMPOTSKEHUM CBOET0 OTPOMHOIO apeajia B
teueHue 50 net [4, 5, 10—12, 19]. BeigBiaeHbl npo-
CTPaHCTBEHHO-BPEMEHHBIE 3aKOHOMEPHOCTH pac-
MpenejeHus THBEPCUOHHOTO MoMMopdu3Ma U ero
afganTuBHOEe 3HayeHue. IToMMMO reorpau4eckoro
aHaIM3a TeHETUYECKOM CTPYKTYPhI An. messeae n3y-
YyeHa W JIOKaJIbHasi U3MEHYUBOCTh MHBEPCHOHHOTO
MOJIMMOP(MU3Ma B CUCTEMAX CMEXHBIX WU OIU3KUX
nomyisuii [10, 13, 19]. O6HapyxeHre MeKITOmyJIsi-
LIMOHHBIX OTJIIMYUIA MO0 MHBEPCUOHHBIM T€HOTHUITAM
An. messeae B TOKaJbHBIX 00JIACTSIX CTABUT BOMPOC O
MeXaHM3Max TeHOTUITMYECKON anddepeHIannm.
IIponomkenne HaOMOAeHUI 3a TeorpadpuUeCcKoi T1-
HAMUKOM WHBEPCUOHHOIO MoauMopdu3Ma Mais-
puitHOTO KOMapa An. messeae WHTEPECHO C TOYKHU
3pEeHMs OLIEHKH €T0 aJanTUBHOIO XapakTepa B CBSI3U
C TIOTEIJIEHUEM KIMaTa.

Hacrosiias pabora cogep:KUT ommrcaHue reorpa-
¢dudeckoifi M3MEHUYMBOCTU WHBEPCUOHHOTO IIOJIM-
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Mopdur3Ma MalisipuiiHoro Kkomapa Anopheles messeae
Fall. B Tomckoii 06:1. (3armagaass Cuoups).

MATEPHAJIbBI 1 METO/bI

B 2020 r. 66110 cobpaHo 470 TMYUMHOK MaJISIpUiA-
HBIX KOMapoB B IIIECTU HACEJeHHBIX ITyHKTax ToM-
ckoit 001. (Poccust): boranmyeckuii cam 1. ToMck
(17.05.2020), . Konaposo (29.05.2020; 21.06.2020;
29.07.2020; 8.08.2020), m. TaxtambiieBo (15.05.2020),
n. Kanguaka (21.05.2020; 20.06.2020), . Aspormopt
(12.06.2020), n. Yamuck (26.05.2020; 15.06.2020).
PacnionoxkeHre MecT BBIILIONA MaISIPUMHBIX KOMa-
poB moka3zaHo Ha kapte (puc. 1). OTnaBnuBanu au-
YMHOK YEeTBEPTOTrO BO3pacTa U (UKCUPOBAIU dTa-
HOJI-YKCYCHOM cMechlo KapHya B cooTHoleHuu 3 : 1.

M3 mMImMHOK BHIAEISIIA CIIIOHHBIC XeJIe3bl, Colep-
>KaIlye IMOJIUTeHHbIE XpOMOCOMBI. XpOMOCOMHBIE TIpe-
rnmapaThl TOTOBWIM CTAaHAAPTHBIM JIAKTOAIIETOOPCENHO-
BbIM MeTonoM [11]. IlonuTeHHBIE XPOMOCOMBI BU3ya-
JIM3UPOBAI C TOMOIIIBIO CBETOBOIO MUKPOCKOTIA Zeiss
Primo Star u mojyyanu mMukpodortorpaduu Imoau-
TEHHBIX XpPOMOCOM C IIOMOIIBI0O MUKpPOCKOIa Zeiss
Imager Al. AHamn3 XpOMOCOMHBIX MHBEPCHIT IIPOBO-
JIIVJIA C TIOMOIIbIO IMTOTEHETUYECKOU KapThl MOJIU-
TEHHBIX XPOMOCOM CJIIOHHBIX Kene3 An. messeae [12,
20]. YacToThl XpOMOCOMHBIX MHBEPCHUI TTOACUNTHI-
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Puc. 2. l'eteposurora o uHBepcun XL ;5 mosoBoit xpoMocoMbl An. messeae. CTpenkamu oTMedeH paitoH uHsepcun 2BC—-3BC

cortacHo kapre [12].

BaJld B MPOLIEHTHOM COOTHOLIEHWW C TTOMOUIbIO
dopMybl 3akoHa Xapau—BaitHOGepra, cpaBHUBAIA
4acTOThl MHBEPCHUIT B BHIGOPKAX METOIOM ) 2.

PE3VJIBTATHI 1 OBCYXIAEHWNE

Co Bropoii nojioBuHbEl 80-x mo Havaima 90-x IT.
XX B. OBLIO OTMEYEHO HAIIpaBJIeHHOE WM3MEHEHHE
KOHIIEHTpAllUM XPOMOCOMHBIX BapHaHTOB Ha BCEM
M3y4YeHHOM apeajie B MOJIb3y TeX, KOTOPhIe TOMUHU-
pOBaJIM HA fOTe 1 foro-3araae apeana An. messeae [13,
15, 21]. M3BecTHO, YTO AJIsI KOMapoB OJHUM U3 OC-
HOBHBIX a0OMOTHMYECKUX JUMUTHUPYIOIINX (DaKTOPOB
Ha BCEX CTaOMsIX Pa3BUTHS SIBIISIETCS TeMIIEpaTyPHBI
pexXrM. DTO IKCIIEpUMEHTAJILHO TToKa3aHo B 1981 T.
Ha JIMMMHOYHBLIX MonyJsaiusx 1. KomnapoBo, riae Obi-
JIa oIIpedesieHa amalTUBHAS LIEHHOCTb T'€TEPO3UTOT
XLy, u 3R, B pe3ysnbTaTe NOBBILUIEHUS UX YACTOT IIPU
BKCTpEMaJIbHO HU3KUX M BBICOKMX TeMIlepaTypax pas-
BUTHS TMYUHOK. I1py onTHMaIbHBIX JXKe TeMIIepaTypax
OTOOp 11Ie1 B TOJb3y TOMO3UTOTHOTO BapuaHTa 3R,
[12]. IToaTOMY HampasJjieHe OTOOpa B CTOPOHY XPOMO-
com XL, 2Ry, 3Ry 1 3L, B KonapoBckoii nmormysiiuu
MOXKHO OOBSICHUTh KIMMATUYECKMU HM3MEHEHUSIMU
MOCJICAHUX IeCITUICTUI, CO3MAIONIMU ONTUMATbHbIE
YCJIOBUSI [IJIsl pOCTa U pa3BUTHUSI KOMapOB.

I1poBeneHHBII B HACTOSIIIIEH paOOTE IMTOTEHETH -
YeCKMII aHaJIn3 JIMYMHOK KOMapoB An. messeae BbI-
SIBUJI MHBEPCUOHHBIN TOIUMOpPGU3M IO ITOJOBOIA
xpomocoMme XL u ayrocomam (0003HAYCHUSI MTHBEP-
CHI1 COIJIAaCHO KapTe XpOMOCOM An. messeae) [4].

Bo Bcex m3yuyeHHBIX BhIOOpKax Tomckoit o0J. B
KapuoTuIlax Mpeobaagaad XpOMOCOMHBIC BapUAHTHI
2R,, 3R,, 3L, ayrocoM B TOMO3UTOTHOM COCTOSIHUU
(Tabu. 1). B uccaemoBaHHBIX HAMU BHIOOPKAaX MHBEP-

CHOHHBIN MOJMMOPGU3M MPOSIBISICS MO ITOJIOBOM
xpomocome XL. bbuty BBISIBJIEHBI CIEAYIOIINAE XPO-
MocoMHbIe BapuaHThl: XL gy, XL, XLy, XL,,. Takxe
XOTEJIOCh OBl OTMETHUTH, YTO B BEIOOpPKeE 1. KomapoBo
Obl1a OOHapy:KeHa y OJHOM 0cobu HOBasi UHBEPCUSI
XL 5 B reTepo3UroTHOM COCTOSIHUM, 3aXBaThIBAIOIIASI
paiion 2BC—3BC (puc. 2).

[To ayrocoMam An. messeae BO BCEX LLIECTU U3Y-
YeHHBIX BBIOOpKax TOMCKOIf 00JI. 94aCTOTHO ITpeo0-
Jlagany “roro-3amnanHsle” BapuaHThl 2Ry, 3Ry, 3Lg,-
MOXHO OTMETUTh MOHUXKEHHYIO T€TepPO3UTOTHOCTh
o xpoMocomaM 3Ry, u 3L, B BIOOpKE 1. A3pOMOPT.
B 6onbiimHcTBe BhIOOpPOK (1. Konaposo, m. Taxta-
MbllieBo, boranuyeckuii cag r. Tomck, 1. KanmguH-
Ka, n. YanHcK) HaGI0maIu HU3KMK IIPOLIEHT YacTOT
romo3uroT XL, 3a c4eT JOMUHUPOBAHUS UHBEPCUIA
XL,; wiu rerepo3urot 1o uusepcum XL;,. B BEI6OD-
kax borannyeckuit can r. Tomck 1 1. KanouHaka no-
MUHUPYIOT XPOMOCOMHBIE BapUaHTbl TOMO3UIOT
XL,, Han rerepozuroramu XLy,. B BeIOOpKe 1. Ya-
WHCK BBISIBJICH JOBOJIbHO HU3KUI OPOLIEHT YacTOT
romo3urot XLg,. ['ereposurorHocts o XL xpomocome
BBICOKAsI B MeCTax cOopa 1. A3poItopT U 0OCOOCHHO B
n. Konaposo, rae XL, nokasbiBaeT 3ddeKT cBepx-
JoMuHUpoBaHUsl. B To xxe Bpemsi B BbIOOpke 0. KaH-
JMHKa 4acToTa XpOMOCOMHOTO BapuaHTa XL, 3Ha-
YUTEJIbHO MEHbIIE OXWUIAeMOU 3a CUET yBEIUYEHUS
aJanTUBHOMN LIEHHOCTH roMo3uroT XL, (Ta6:. 1).

OneHuBasi BO3MOXHYIO aAallTUBHOCTb MHBEPCU-
OHHEBIX BapuaHTOB 110 XxpoMocoMaM XL, 2R, 3R u 3L,
clieayeT OTMETUTh, YTO PACCTOSIHME MEXIY BCEMU
BbIOOpKaMu (Kpome T1. YarHCK) CcOCTaBJIsIeT OKOJIO
15—20 kM, 4TO MpeanojaraeT aKTUBHYI0 MUTPALIAIO
MEXIY HUMU U CXOACTBO B YACTOTaX MHBEPCUOHHBIX
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Bapuanrt YacToThI XpOMOCOMHBIX BAPUAHTOB B BEIOOpKaxX (f L s;), %
XpOMOCOM| K onapoBo TaXTaMbIIIEBO Tomck KannnHka YauHcK AspOoTIopT
CaM1bl (TOHOCOMBI)
XL, 22.7+4.8 50.0 £ 17.7 357+ 12.8 21.4+6.3 30.4+9.6 6.9+ 4.6
XL, 773+ 4.8 50.0 £ 17.7 64.3+ 12.8 78.6 £ 6.3 69.6 + 9.6 93.1+4.6
n 75 8 14 28 23 29
CaMku (TOHOCOMBI)
XLy 119+24(12) |15.8+8.4(16) |16.7+8.8(17)* |18.8 £4.7(19)* | 6.7 £3.2(7) 14.8 + 4.8 (14)
XLy, 58.9 + 3.6 (46) |42.1 £11.3(48) [27.7 £10.6 (48)*|26.1 5.3 (49)* |45.0+6.4(38) |[51.9£6.8(48)
XLy 27.6 £3.3(42) |[42.1 £11.3(36) |55.6 = 11.7 (35)*|55.1 £ 6.0 (32)* [46.6 £6.4(55) |33.3+6.4(38)
XLy, 1.1+0.8 0 0 1.7+ 1.7
XLy 0.5+0.5 0 0 0
n 185 19 18 69 60 54
Cam1ibl 1 caMKM (ayTOCOMBI)
2R 99.2 £ 0.5 (98) 100.0 100.0 979+ 14098) |(952%+24(94) [98.8+1.2(98)
2R, 0.8 +0.5(2) 0 0 2.1£1.4(2) 3.6 £2.0(6) 1.2+1.2(2)
2Ry 0(0.01) 0 0 0(0.01) 1.2 £ 1.2 (0) 0(0.01)
3Ry 75.8+2.7(74) |74.1 £8.4(74)* |62.5£8.6(61)* |76.3+4.3(76) |66.2+5.2(66)* [80.7+ 4.3 (81)*
3Ry, 18.1+2.4(24) |18.5+x7.5(124)* [15.6 £6.4(34)* |19.64.0(23) |20.5+4.4(31)* | 8.4 £3.1(18)*
3Ry 6.2+ 1.5(Q?) 7.4£5.012)* |21.9=x£7.3(5)* 4.1£2.0(1) 13.3£3.73)* |10.8£3.4(1)*
3Ly 95.0+1.4(094) [92.6+5.0(92) |781Xx73(77)* |91.8+2.8(92)* [85.5+3.9(84) |96.4+2.0(96)
3Ly, 5.0+ 1.4 (6) 3.7+3.6(7) 12558 QL)* | 6.1x24((7)* |[12.1£3.6(15) 3.6+2.0(4)
3Ly 0(0.09) 3.7+3.6(1) 94+52((2)* | 21£14(Q)* | 24+17(1) 00(0.04)
n 260 27 32 97 83 83

ITpumeuanue. B ckobkax puBeaeHO TEOPETUYSCKOE 3HAUCHME, BEIYUCIIEHHOE I10 3aKOHY Xapau—BaiitnGepra; * — yka3zaHbl 1OCTOBEP-
HbIE PA3INIUSI MEXIY TEOPETUIECKIMU 1 HAaOII0MaeMbIMU YaCTOTaMU, pacCUUTaHHBIE ¢ TOMOIIbIo Kputepust )}~ (p < 0.05).

BapruaHToB. OIHAKO MBI BUIUM AOCTAaTOYHO CHUJIb-
HbIE Pa3JINYMsI MEXIY BEIOOpPKAMU, OCOOEHHO ITO Ya-
CTOTaM TFe€HOTUIOB XpoMocoMbl XL. YuuteiBass 3tu
JIIaHHbIE, MOXHO CIeJIaTh BBIBOI, UTO MUTpAlIUs HE
aBisgeTcs (AKTOPOM, HUBEJIMPYIOIUIUM TIeHeTU4e-
CKHeE pa3Inumsi KaK CMEXHEBIX, TaK 1 JIIOOBIX OJIM3KUX
BBIOOPOK. Paznuumst onpenessioTcs, O9eBUIHO, ICki-
CTBHMEM JIOKAJIBbHBIX 9KOJOIrMYeCKUX (pakKTOpOB eCcTe-
CTBEHHOTO 0TOOpa. IIpoBemeHHbIC HAMM paHee DKC-
MEePUMEHTHI 110 TeMIIepaTyPHBIM peXrMaM Pa3BUTHUSI
JIMYMHOK KOMapoB An. messeae MOATBEPKIAIOT 3HA-
YyeHre 0TOOpa B YaCTOTHHIX KOJICOAHUSIX 3TUX MHBEP-
croHHEBIX BapnaHToB [11]. ITomHOE mOMUHMpOBaHME
roMo3uroT 2R, BO BCce€X U3yYEHHBIX BEIOOpPKAX, BU-
JIMMO, 0OYCJIOBJICHO ITOTEIJICHUEM KJIMMATa, 4YTO ObI-
JIO TIOKa3aHo B paHHMX padoTax [12].

CyliecTBeHHas U3MEHYMBOCTb YaCTOT XPOMOCOM-
HBIX TCHOTUIIOB MEXKY MCCIeIOBAaHHBIMU BIOOPKAMU
B pervioHe ToMcCKoit 00J1. He BBISIBISIETCSI HA AUarpam-
Max 4acTOT XpPOMOCOMHBIX BAPUAHTOB, HO MPOSIBIISTIOT-
csl pas3iurs MEXKIy HEKOTOPHIMU BHIOOPKAMM KOMa-
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POB IIPY CPaBHEHUU OTIEIBHO MO KaXKION XPOMOCOME
(puc. 3).

11 BBISIBJIEHUSI Pa3JIMYMiA T10 4aCTOTaM XpPOMO-
COMHBIX BapUaHTOB An. messeae ObLI NPOBEICH aHa-
JIN3 MEXIYy BCEMU BBIOOPKAMU C MCITOJb30BAaHUEM
KpUTepust X2 [Uist TabJIUIL CONPSIKEHHOCTH, a TaKkKe
OBLJIO MPOBEIEHO MOMNApHOE CpaBHEHUE MEXIY CO-
0oit ncciaemyeMbIx BEIOOPOK (Tads. 2). B taHHOM Me-

2
TOZE CPAaBHMBAJIOCH 3HAYCHUE KPUTEPHS ), C KPHU-

2
TUYECKMMU 3HAYEHUSAMM ), ,. Ha ocHOBaHMM npume-
HeHus kpurepus ¥’ IlupcoHa HyseBas TMIIOTE3a

MOXeT OBITb OTBEpPrHYyTa, MPU YCIOBUU XiMn > Xip
[22].

X-xpomocoma — XL. 1o XL xpoMocoMe BBISIBIIEHBI
pazinyus pacripeeieHus 4acCTOT XpPOMOCOMHBIX Ba-
puanToB XL, u XL, Mexuny BbiOopkamu 11. Kostlaposo 1
n. KananHka, a Takke Mexxay Beioopkamu 1. Koja-
poBo u 1. YauHck. HauvmeHblliasg yactoTta XpoMo-
coMHoOT0 BapuaHTa XL, oTMe4yeHa B BbIOOpKax 11. Ya-
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Puc. 3. YacTOThI XpOMOCOMHBIX BAPUAHTOB B BEIOOPKaX An. messeae. BepTukKaabHBIMU JTMHUSMU yKa3aH 95% n10BepUTEIbHBII
uHtepBail. Kon — n. KonmapoBo, Tax — m. TaxTtamsbliieBo, Asp — n. AsponopT, Tom — botanuueckuii caa r. Tomck, Yck —

. YanHck, Kan — n. Kanounka.

nHcK 1 . Kannunka. ITo aTuM mapamMeTpam naHHBIE
BBIOOPKU OTJIMYAIOTCI OT BbIOOpKM TI. KoigapoBo
(puc. 3, Tabmn. 2).

Xpomocoma 2 — 2R-naewo. Mexny BbIOOpKaMU
1. Komaposo u 11. Yanrck 1mo xpomocome 2R BrIsIBITE -
HbI Pa3INYMSI TI0 pacipeacIeHUIO YaCTOT XPOMOCOM-
HbIX BapuaHTOB 2R, u 2R, (Tabu. 2, puc. 3). OTu BbI-
OOpKM HaxoAsATCs JAJEKO APYT OT Ipyra, Ha paccTosi-
Huu 213 kM, a Takke 1. YauHCK HaXOIUTCS HAMHOTO
ceBepHee 1. KonapoBo (Tab6:. 2, puc. 3).

Xpomocoma 3. Tlo 3R-xpomMocome BBISIBIECHBI OO~
CTOBEpHBIC pa3IW4Ms MO pacHpeleIcHUI0 YacTOT
XpOoMOCOMHBIX BapuaHTOB 3R, 1 3R, Mexny BbIOOp-
kamMu 1. KomapoBo u m. YauHck, 1. Komaposo u
n. KannmHka, a Takske MexXIy BEIOOpKaMU HaceIeH-
HBIX IIyHKTOB II. TaxrtambimeBo u 1. YaumHCK,
1. Taxrameimeso u 1. Kanauuka (tao6ia. 2, puc. 3).
ITo 3L-xpoMocoMe BBISIBJIEHEL IOCTOBEPHBIC Pa3JIi-
Yus IO pacIIpeaesIeHNI0 YaCTOT XPOMOCOMHBIX Ba-
puaHToB 3L, 1 3L, Mexny Beibopkamu 11. Konaposo u
n. YamHck, 1. KomapoBo u n. KaHauHKa, a Takxke
MeXIy BeIOOpKaMu II. TaxrambllieBo U 1. YamHCK,
n. TaxrameiiieBo u 1. KanauHka (ta6:a. 2, puc. 3).

Ha nipumepe nonymnsiuuu An. messeae 1. Konapo-
BO M3y4YeHa Ce30HHAas1 U3MEHUYMBOCTh MHBEPCUOHHOM
cTpyKTyphl B TeueHue 2020 r. B nanHOM nmomyIsamuu
HaMU TIPOBOIUIICS MOHUTOPUHT TUHAMUKU UHBEP-
CUOHHOI CTPYKTYPBI ITOMYJISIIMU Ha NPOTSKECHUU
ooitee 40 neT. 17151 BBISIBJICHUS U3MEHEHMSI B TEUCHHE
C€30Ha YaCTOT XPOMOCOMHBIX BAPUAHTOB An. messeae

ObLT MPOBEASH BHYTPUITONYJISILIMOHHBINA aHATIU3, UC-
MOJTb3YsT KPUTEPUil X2 st TAOIHIl CONPSIKEHHOCTH
(tabn. 3). Pacuer kpurepus x> mist TaGJIMIL COMPs-
KEHHOCTU He BBISIBUJI pa3]IMUUii CE30HHOM M3MEH-
YUBOCTA WHBEPCUOHHOM CTPYKTYPHI MOJIUTEHHBIX

Ta6mmua 2. 3HaueHust x> [T TaBAMI COMpPSIKEHHOCTH
pacrpenesieHus YaCTOT XPOMOCOMHBIX BApUAHTOB B BBI-
6opkax An. messeae Tomckoii 0011. (o0 = 0.05), d.f =1

Mecra c60pa KOMapoB Xip YCon
XLy, XL,
KomapoBo Kanmunka 3.84 4.32
KonapoBo YauHck 3.84 5.73
2R, 2R,
Konaposo ‘ YauHcK ‘ 3.84 ‘ 8.6
3Ry, 3R,
KomapoBo Kannunka 3.84 4.32
KomapoBo YauHck 3.84 5.73
TaxrambliIeBO YauHck 0.69 3.84
TaxtamblilieBO Kanaunka 0.33 3.84
3L, 3L,
Tomck Kannunka 3.84 25.94
Asporiopt Tomck 3.84 16.53
Asponopt YauHck 3.84 7.50
KomapoBo YauHck 3.84 11.72
T’EHETUKA  Tom 58 Ne 6 2022
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Ta6muna 3. VMI3aMeHeHre 4acToT XPOMOCOMHBIX BApUAHTOB B ITOITYJIALINUN An. messeae 11. KOJ'[apOBO B TCUCHUE CE30HA

XPOMOCOMHBII YacToThl XxpOMOCOMHBIX BApUAHTOB, %
BapuaHT 0572020 06/2020 07/2020 08/2020
Camupbl
XL, 30.0 £ 14.5 33.3+12.6 7.1+6.8 20.0+10.3
XL, 70.0 £ 14.5 66.7 £ 12.6 92.9+6.8 80.0 + 10.3
n 10 21 14 15
Camku
XLgo 10.3+4.8 12.3+4.7 6.5+59 15.1 £6.2
XLy, 56.4+79 77.5+59 38.7 £ 11.8 48.6 £ 8.7
XLy 33.3+75 8.2+39 54.8 £ 12.0 33.3+8.2
XL, 0 0 0 3.0 £ 3.0
XL 4 0 2.0£2.0 0 0
n 39 49 31 33
CaMm1ibl 1 caMKH

2Ry 100.0 100.0 100.0 979 £2.0
2Ry, 0 0 0 2.1 £2.0
2Ry 0 0 0
3Ry 75.5t6.1 743152 75.6 £ 6.4 77.1 £ 6.0
3Ry; 18.4+5.5 17.1 £ 4.5 22.2+6.2 16.7+ 5.4
3Ry 6.1 £3.4 8.6+ 3.3 22422 6.2+3.5
3Ly 98.0 £ 2.0 100 91.1+4.2 91.7+4.0
3Ly, 20120 0 8.9+4.2 8.314.0
3Ly 0 0 0
n 49 70 45 48

HpI/IMC‘{aHHC. B ckobkax IIPUBCIACHO OKNIAa€MO€ 3HAUYCHUEC, BBIYMCIICHHOE 110 3aKOHY XapﬂH—BaﬁH6Cpl"a; *— YKazaHbl JOCTOBEPHLIC

Pa3IMYMST MEXITY OKMIaeMbIMHU M HaOTI0IaeMbIMUA YaCTOTAMU, PACCUUTAHHBIE C TIOMOIIBIO KPUTEPHST X2 (» <0.05).

xpoMocoM KoMapoB B TeueHue 2020 r. BbIsIBIEHO 10-
MUHMPOBaHUE TeTEPO3UTOTHl XPOMOCOMHOTO Bapu-
anta XL, B TeueHue cezoHa 2020 r. (tad. 3).

Takum oO6pa3zoM, HaIIU UCCIETOBAHUS BBISIBUIN
reorpacuyecKyo U3MEHYMBOCTh UHBEPCHOHHBIX Te-
HOTHUIMOB, KOTOpasi 00yClIOBJIeHa IeificTBUEM JIOKab-
Horo otoopa. TakxKe cienyeT OTMETUTD, UTO CTPYKTY-
pa BcexX M3YyYeHHBIX BBHIOOPOK IO MHBEPCUOHHOMY
BapuaHTy ayTocoM 2R, 3R, 3L, ctasia cxomHoii ¢ eB-
pONENCKUMU TTOMYJISLIUIMU, HO OTJINYAETCS OT HUX
MO0 U3MEHEHMI0O UHBEPCUOHHBIX YaCTOT 1O TOJOBOM
XpPOMOCOME B CTOPOHY YBEJIUUYEHUS roMO3UTroT XL, 1
TETEPO3UTOT MO UHBEpcUm XL;.

HccnepoBaHue BBIIMOJHEHO B paMKax rocymap-
CTBEHHOTO 3a1aHuss MUHHUCTEpCTBA HAYKH U BhICIIIE-
ro obpaszoBanust Poccuiickoit @enepaunu (IIPOSKT
Ne FSWM-2020-0019), a Takxke TIIpu MOOASPXKKE
IIporpammel pa3Butust TOMCKOIo rocy1apcTBEHHOTO
yauBepcutera (IIpuopurter-2030).

TEHETUKA TtomM 58 Ne 6 2022

Bce IIPUMEHUMBbBIC MEKAYHAPOIHbIC, HAIMOHAJIb-
HbIC I/I/ NI MHCTUTYIIMOHAJIbHBIC ITPUHIIMIIBI yXOJa
U VICTIOJIb30BaHMS XKUBOTHBIX OBLJIM COOJIIOACHBI.

ABTOpr 3ad4BJIAIOT, YTO Y HUX HET KOH(l)J'II/IKTa NH-
TEPECOB.
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Geographic Variability of Inversion Polymorphism of the Malaria Mosquito
Anopheles messeae Fall. (Diptera: Culicidae) in the Tomsk Region

A. K. Sibataev, 1. E. Wasserlauf’, K. E. Usov4, S. S. Alekseeva“,
G. M. Abylkassymova’, and V. N. Stegniy* *
“Tomsk State University, Tomsk, 634050 Russia
b Institute of Genetics and Physiology, Almaty, 050060 Kazakhstan
*e-mail: stegniy @res.tsu.ru

The chromosomal variability of Anopheles messeae Fall. mosquitoes were studied in six settlements of the
Tomsk region (Western Siberia). The frequencies of chromosomal inversions in local samples of An. messeae
were determined. The prevalence of inversion variants of autosomes was established: 2R, 3R, 3L, in a ho-
mozygous state. An excess of heterozygotes for XL,; was noted in studied samples on the sex chromosomes XL.
Apparently, selection towards chromosomal variants XL, 2R, 3Rgg, and 3Ly, in Tomsk region An. messeae
can be explained by climatic changes in recent decades, creating optimal conditions for the growth and de-

velopment of mosquitoes.

Keywords: Anopheles messeae, chromosomal polymorphism, inversions, malaria mosquitoes, population ge-

netics.
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J171s1 Tpex BUIOB COMEpKAIIIMXCsI B HEBOJIE COKOJIOB — KpeueTa Falco rusticolus, 6anobana F cherrug u can-
caHa F. peregrinus aripoOMpoBaHa yHUBEPCaJIbHAas CMCTeMa TeHeTUYeCKOi naeHTU(hUKAIIMU HA OCHOBaHUY
MHOTOJIOKYCHBIX MUKPOCATEJIJTUTHBIX TeHOTUMOB. [IpoaHanu3npoBaHbl KO3(DOUIIMEHTH POACTBA B BUIO-
BBIX TPYIIAxX MTUL U3 TMTOMHUKOB. Habop u3 13 simepHbIX MUKPOCATE/UTMTHBIX JIOKYCOB TTO3BOJISIET Ha-
NeXKHO UIEHTU(MUIIMPOBATh OTAEIBHBIX 0CO0€Ei, yCTaHABIMBATh MTPUHAIIEKHOCTh 0CO0EH K POICTBEHHBIM
rpyrimnamM, B OTIEIbHBIX CIydasix JaeT BO3MOXHOCTb pacIio3HaBaTh MEXBUAOBbIC TMOpUAbLI. Pe3yabrars
JTAHHOTO MCCJIeIOBAHUSI MOTYT UCITOJIb30BaThCs B IJIEMEHHOM paboTe, a TakXe ObITh BHENPEHBI B TPAKTUKY
CcyneOHOI MOJIEKYISIPHO-TEHETUYECKOI 9KCIIEPTU3HI.

Karoueswie crosa: kpeuet Falco rusticolus, 6anodan Falco cherrug, carican Falco peregrinus, MUKpOCaTEUIUTHI,

I/I,Z[CHTI/Id)I/IKaL[I/IH, rnacrioprTusanus, poaCTBEHHbIC OTHOLUICHU .

DOI: 10.31857/S0016675822060029

Hcropust comepkaHusl NEepHATBIX XWIIHUKOB B
HEBOJIE Y UCTIOJIb30BAHUS UX JJISI OXOThl HACUUTHIBA-
€T, COINIACHO apXeOJIOTUYECKUM JAHHBIM, 10 MEHb-
et Mmepe 5000 net [1]. B 2016 r. cokonmnHas oxoTa
Oblj1a 3aHEeCeHA B CIIMCOK BCEMUPHOTO HeMaTepHrab-
Horo KyneTrypHoro Haciaeaus IOHECKO [2]. Bo
MHorux ctpaHax bamkHero Bocroka, CeBepHoit Ad-
PUKU U CTEITHBIX PErMOHAax A3MU COKOJIMHAs 0XOTa
MMPAKTUKYETCS 110 CeTOMHSIIHUI TeHb KaK BUI, CITIOpP-
Ta 1 x000n. CoxpaHsieTcs] BBICOKMIT KOMMEpPYECKUIt
CIIPOC Ha JIOBYMX NTHULL. Tpu BUIA KPYITHBIX COKOJIOB —
kpeuet (Falco rusticolus L., 1758), 6anob6an (F. cherrug
Gray, 1834) u cancan (F peregrinus Tunstall, 1771) —
MOJIb3YIOTCS OOJIBIION TTONYJISIPHOCTBIO Y COBPEMEH-
HBIX COKOJIbHMKOB. IloTpeOHOCTh B NITHULAX IS
OXOTHUYBMX 1IeJieil yIOBICTBOPSIETCS KaK 3a CYeT
pa3BeleHUS] B MUTOMHUKAX, TaK U 3a CYET HE3aKOH-
HOTO U3BITUS U3 TPUPOAbl. OCHOBHBIE PETHOHBI OT-
JoBa cokosoB — Cubupsp, Jamsanit Boctok, Kazax-
ctaH, Monromus, A¢praHUCTaH U psiA OIPYTUX CTpaH
HenTpanpHoii A3un. He3akoHHEBII OTJIOB IITHUIL OCTa-
eTcs Ha CTaGUJIbHO BBICOKOM YPOBHE, O UeM CBUIE-
TEJIbCTBYeT MHOTOJICTHSISI CTATMCTUKA 3alepsKaHMid
OpakKoOHBEPOB M KOHTpabaHAUCTOB [3]. B TO ke Bpems
€CTECTBCHHbIC TMOITYJISIHUM COKOJIOB HAaXOHISTCS B
YSI3BUMOM ITOJIOXKEHUHU U3-3a COKpallleHUS IUIOIIAaN

MPUTOOHOM UISI UX OOMTAHUS CPelbl, XUMUIECKOTO
3arpsiI3HeHUS XJIOPOPraHMYECKMMU COSTUHEHUSIMU U
OCKyIeHMsI KOPMOBOI1 6a3bl. B 11e151x oxpaHbl 6ajto-
OaH ObLT BHeceH B KpacHBIN CITMCOK yrpoxkKaeMBbIX
BugoB MCOII, Bce Tpu Buna 3aHeceHbI B [Ipuioxe-
Hue 1 KoHBeHIIMM 0 MeXIyHAapOIHOII TOProBJie BU-
ITaMu UKo dayHBI U (QIOPhI, HAXOISIIUMHUCS IO
yrpo3soii nucuesHoBeHuss (CUTEC) [4—6]. Toprosist
STUMM BUAAMU TpeOyeT HaIUIMUS TOKYMEHTOB, 1O/~
TBEPXKAAIOLIMX MPOUCXOXKICHUE NTULl U3 ITMTOMHU-
KoB. HenerajibHble MOIBITKY BbIBO3a MTUL HEPEIKO
COIIPOBOXIAIOTCS MOMIEIKON CepTU(UKATOB O IIPO-
NCXOXKIECHUN 1 MAapKUPOBOYHEBIX KOJIEI]. DTO OOCTOSI-
TEJIbCTBO AeJ1aeT 0COOEHHO aKTyaJlbHbIM pa3pabOTKy
¥ BHEIPEHHWE CUCTeMbl TEHETUYECKOM MACHTU(pMKA-
LY ¥ TTAaCIIOPTU3AIUX COKOJIOB.

Pa3BeneHune COKOJIOB B IMMTOMHUKAX IIpeCieayeT
JIBE€ OCHOBHBIE 1IEJIU — YAOBJIETBOPEHUE CIIpOoca JTH00u-
Teseil COKOJMHOM OXOThI Y BOCCTAHOBJICHUE YMCIICH-
HOCTHU TIpUPOOHBIX morrysiiuii [7—9]. Ilpu pa3Bene-
HUM IITULL B TIUTOMHUKAX C LIE/IbIO BOCIIOJIHEHMS TIpH-
POIHBIX MOITYJISILUI OYeHb BAXKHO MMETh TeHETUYECKU
JIOBOJIBHO Pa3sHOOOPa3HYIO BEIOOPKY ITPOM3BOIUTEIICH
BBICOKOM YMCJICHHOCTH C YY€TOM MECTa UX IIPOUCXOXK-
JEeHUsI Y MOCJSAYIOIIEro BhIMyCcKa MTeHIOB. Takxe
clieqyeT n30eraTh CKpeIIMBaHUN MEXIY OJIM3KOPOI -

685



686

CTBEHHBIMU OCOOSIMU, KOTOPBIE BEAYT K MOSBICHUIO
MHOpenHoro nmoroMmctBa. C Apyroit CTOpOHKI, pa3Be-
JIeHUEe NTULl OjI1 OPUPYYEHUS U OXOThI MpeciaeayeT
JIpyTye LN — KpaCUBbIN BHEIITHWI BUIT, BEIIAIOIIECS
JIOBUYME KayecTBa, HEOOBIYHBIE 1IBETOBbIE MOP(HI. JL1st
STUX MLeNeil JOIyCTUMO CKPEIIMBAaTh POICTBEHHBIX
IITHULI, a TAK:Ke BEIBOIUTH TMOPUIOB PAa3HBIX BUIOBBIX
coyeTaHMW. B KaxkmoMm U3 3TUX ciydaeB HEOOXOIUMO
OCYILECTB/ISATh KOHTPOJIb pa3BeAeHUs HE TOJILKO My~
TeM MapKMPOBKM NTHUII KOJIbIIAMH 1 3aIIMCSIMH POJIO-
CJIOBHBIX B ILUIEMEHHBIX KHUTAaX, HO U BEACHUEM TIe-
HEeTUYECKOM macrnopTu3anuu. [eHeTHMdyecKuii Iac-
IIOPT IITHUIBI, HAPSOY C BHIIKUCKOM U3 IUIEMEHHON
KHMIY, MOT OBbI CTy>KUTh JOKA3aTeJIbCTBOM €€ IIPOMC-
XOXIIEHUS IIPU MPpOIaXKe WJIM CMEHE Biaaesblia.

B Poccuiickoit @enepanyy yCIeNIHO OCYILECTB-
JISIIOTCSI TPOrpaMMbl TEHETUUECKOI MacnopTU3alun
peIKUX M McUYe3alollnX BHOOB Xypasieil [10—12].
HenasHo cTanu pa3pabaThIBaThCs MOAXOIBI K OLICHKE
reHeTUYECKOTO pPa3HOOOpa3usl BbIITYyCKaeMbIX B MPU-
pony XuIIHbIX IITuL [13, 14].

Haunbonee ynoOHbIMU MapKepamu [JIsi T€HETUYE-
CKOI1 MacropTU3alyy SIBJISIIOTCS SIIEpPHbIE MUKpoOca-
TEJUTUTHBIE JIOKYCHI. [10 cpaBHEHUIO C APYTMMU MapKe-
paMu OHU 00JIaAIOT PSIIOM MOJIOXKUTEIBHBIX CBOMCTB,
TaKMUX KaK HEUTPaJIbHOCTb U BbICOKAs CKOPOCTh MYyTH -
pOBaHMS, UYTO OOecIeuBaeT HATMYME TTOJTUMOPPU3-
Ma B MOIMYJISIIUSIX; KOOAOMUWHAHTHOE HacjieqoBaHue,
MO3BOJISAIONIEE BISIBJISITH 00a ajliesisi B TeHOTUIE U
OIpeaeIsiTh TeHETUYECKMI BKJIad 000OMX pPOIUTENCH;
HEOOJBIION pazMep aMITTU(DULIMPYEMBIX (DpAaTMEHTOB
U, CJIEA0BATEIbHO, BO3MOXXHOCTh UCITOIb30BaHMS B Ka-
yecTtBe ncTouHnka JIHK HeMHBa3suBHBIX WM JaXe Jie-
rpafMpoOBaHHBIX OOpPaA3I0B; OTHOCUTEIbHAS Hele-
BU3HA U IIPOCTOTA B MUCIIOJIb30oBaHuH |15, 16].

Ilenbio Haleit paboThl ObLI MOAOOP U TECTUPOBA-
HIE YHUBEPCAILHOIO HAabopa SIAEpHBIX MUKPOCATEII-
JIUTHBIX JJOKYCOB JIJISI BO3MOXKHOCTE T€HETUUECKO
UACHTU(PUKAIMY 0COOEi U OLIEHKU CTEIIEHU POACTBA
Ccpeau COKOJIOB.

MATEPHAJIBI U METO/bI

O0pa3sibl 111 NCCaea0BaHNS ObUIH TTPEIOCTABICHBI
00O “IIutomuuk penkux BumoB nrul, BUTACDE-
PA” (MockoBckas 0011.), 3oonapkom “PoeB Pyueii”
(r. KpacHosipck), a Takcke CenICTBEHHBIM OTIEIOM 110
r. Pamenckoe I'CY CK P® mo MockoBcKoi1 061acTu
(46 06pastoB OBLIM MPENOCTABIEHBI I MPOBEAC-
HUS CyIeOHOM MOJIEKYISIpPHO-TEHETUIECKOM SKCITEp-
TU3BI B paMKaX pacclieIOBaHUS 10 YyTOJIOBHOMY ATy
0 HE3aKOHHOM OTJIOBE U colepKaHuU NTull). Bcero B
HallleM pacIlopsbKeHUM okasajics 161 oOpaser: 80
KpeyJeToB, 72 6ajobaHa U IeBSITh CallCAHOB.

Bribopka kpeueToB n3 muTOMHHUKA “Burtachepa”
cocrosiyia u3 49 ocobeit, yacTh U3 KOTOPBIX MTPeaCTaB-
JIeHa U3BATBIMU B MIPUPOJE NITEHIIAMU I10 pa3peliie-
1o PocnipuponHan3opa B paMkKax (opMUpPOBaHUS

BEJIOKOHDb u np.

MCKYCCTBEHHOM pE3€pBHOIM TONyJASILMM, a Apyras
4YacTh, IPEUMYIIECTBEHHO COCTOSIIAs U3 MOJIOIBIX
caMOK, — IITULIAMHU, TTIepeJaHHbIMUA B IIMTOMHUK Ta-
MOXEHHOM cIIyk060if P® nocie mpensaTcTBUS He3a-
KOHHOMY BBIBO3Yy U3 cTpaHbl. CleACTBEHHBIM OT/IE-
JIOM MIpeaoCTaBlIeHBI 00pa3lbl OT ACBSITU KPEUETOB,
KaK HEPOACTBEHHBIX, TaK M HAXOISIIINXCSI B pa3HOM
CTeNEeHM POJCTBA COIIaCHO JoKyMeHTaM. OOpa3iibl
MOICKOPJIYIIOBBIX 000JI04eK 22 NTEHIIOB KpeyeTa OT
BOCHMU Iap pOOUTEsICii IIPenoCcTaBIeHbl MUTOMHU-
KoM “Butacdepa”.

Bribopka 06amobaHOB cocTosiia U3 NMpeaoCTaBICH-
HbIX CJIeACTBEHHBIM OTACIOM 35 ITHUILI, HEPOICTBEH-
HBIX ¥ HaXOMSIIMXCS B pa3HOM CTENEHW POACTBA CO-
IIACHO NOKYyMeHTaM, 1 37 rireHnoB 6amobana ot 10 map
ponuTeneil u3 MuToMHuKa “Butacdepa”.

CarncaHbl B HallleM UCCIeIOBAaHUM TTPEACTaBICHBI
MSIThIO NTEHLIAMU OT OJHOM Iapbl POAUTENICH U3 MU~
ToMHUKa “Burtacdepa”, nByMsT He pOINCTBEHHBIMH
JIPYT APYTY B3pOCIbIMU NTULIAMU 13 300MapKa “PoeB
Pydeit” n aByMs MpeanoaoXKUTEILHO POICTBEHHBI-
MU TITULIAMU, TpenocTaBieHHbIMU ClieACTBEHHBIM
OTHEJIOM.

B kauectBe ucrounukoB JHK wncnonan3oBanu
KPOBb, COOPaHHYIO Y TITUILI IPYDKU3HEHHO ((PUKCUpPO-
BaHHYIO B CIIMPTE W BHICYIIICHHYIO Ha (DMIBETPOBAITL-
HOI Oymare), GpUKCUPOBAHHBIC B CIUPTe (pparMeHTHI
MBIIIIII OT TTOTMOIIMX TITUIl M COCYIbI aJUIAHTOMCA U3
TTOACKOPJTYTIOBBIX 00O0JIOUEK ITOCe BBUIYIIICHUS
nteHuoB. s Beigenenus JJTHK 13 kpoBu 1 MBIIIIL
ucrojib3oBayin Habopel Diatom™ DNA Prep 100
(OO0 “Jlaboparopust M3oren”, Poccust) cormacHo
MMPWIOXKEHHON MHCTPYKIIMM. BhimereHue mpoBoau-
JI U3 3—5 MKJI LIeJIbHOM KPpOBU, UJIU 9KBUBAJIEHTHO-
TO KOJMYECTBa KPOBU M3 BBICYIIEHHOTO oOpasiia.
O06pa3sibl MbII Maccoit 15—20 Mr mpenBapUTEIbHO
U3MeIbYay MyTeM pacTUpaHUsl B JIU3UPYIOIIEM Oy-
depe. Bpemss mHKyOaUM IIpU JIM3MCE MBIIIEYHOM
TKaHM ObLI0 yBeJImueHo 10 3 4. OkcTpakuuio JHK u3
KPOBEHOCHBIX COCYI0B aJIJTAHTOKMCA TPOBOIUIIU C MO~
MOIIBI0 HOHOOOMeHHOI cMoJibl Chelex100 (20%-Hast
CyCIieH3MsI B OMIUCTUIIIMpoBaHHOM Bone) [17]. O6-
pasusl MHKYOoupoBanu npu 99°C B TeyeHune 1—3 4,
TIePUOINIECKH BCTPSIXUBAsS, 3aTeM HEHTPUGYTHPO-
BaJi, XUIKYI0 (Ppaklivio MNEPEeHOCUIU B UYMCTbIE
MPOOUPKM U B JajibHEWIIeM WCHOJAb30BaIN sl
[T P. IMTonyyennsie o6pa3usl JHK xpanunu npu
temnepatype —20°C.

ITon ruxr onpenensi mytem ITIHP co cienndu-
yecKuMMU Tipaiimepamu P2/P8 nist yuacTka MHTpoOHa
reHa xpomoxeaukassl (CHD), mokann3oBaHHOro Ha
MoJI0BBIX XpoMocoMmax [18, 19]. xs cbopa peakiiuu
ucroab3oBaau Hadopsl g ITHP-amnnmnukanumn
dparmentoB IHK GenePak® PCR Core (OO0
“JIabopaTopus Mzoren™). ITIIP BkItoyana: HadyaIb-
HyIo AeHarypauuio — 3 MyuH npu 94°C; 35 nuxiios: 30 ¢
npu 94°C, 30 ¢ ipu 50°C, 45 ¢ nipu 72°C; buHaIb-
HYIO 9JIOHTaLMI0 — 3 MUH 11pu 72°C; 1o OKOHYaHUU
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peaxkiLmu cMech oxaxaanaach 10 4°C. AMIuImouLu-
poBaHHBIe (hparMeHTHl pa3Ie/suIi JIEKTPOPOpeTH-
YecKU B 2.5%-HOM arapo3HOM rejie ¢ UCITOJIb30BaHU-
eMm TAE-oydepa.

st ycTaHOBJIEHUSI MHOTOJIOKYCHBIX T'€HOTHUIIOB
NTUILl WUCIIONB30BAIM 15 SAmIepHBIX MUKPOCATE/IUT-
HBIX JIOKYCOB, pa3paboTaHHBIX IS calicaHa U KpeveTa:
NVH fp5, NVH fpl13, NVH fp31, NVH fp46-1, NVH
Jp54, NVH fp79-1, NVH fp79-4, NVH fp82-2, NVH
Jp86-2, NVH fp&9, NVH fp92-1 (GenBank Accession
no. AF118420—AF118423; AF118425—AF118431)
[20]; NVH fp347 (GenBank Accession no. AF448412)
[21]; NVH fr34, NVH fri42, NVH fri164-1 (GenBank
Accession no. AF200200, AF200201, AF200204)
[22]. TTHP-ammmpukammuio pparmenros JAHK mpo-
BOJIWIM C UCHOJIb3oBaHMeM HabopoB GenePak® PCR
Core (OO0 “Jlaboparopust Mzoren”). I1lporpamma
aMIUIM(UKALIAN IJIsI TPYIIIEI JIOKYCOB fp.5, fp31, fp46-
1, 054, fp79-1, fp82-2, fp86-2, p89, 0347, fr34, fr142
BKJIIOYaJia HavyaJbHYIO JIeHATypaluio IIpyU TeMIlepa-
type 94°C — 4 muH, 3ateM 30 mukiios: 94°C — 40 c,
55°C — 40 ¢, 72°C — 40 ¢ 1 GUHAJILHYIO JIOHTALIMIO
npu 72°C B TedeHre 5 MUH, 110 OKOHYaHUM peaKIun
cMech oxnaxganach 10 4°C. Jlns rpyIiibl JIOKYCOB
fp13, fp79-4, fp92-1, fr164-I: HauabHAS AEHATYpALIMS
npu Temrneparype 94°C — 4 muH, 3aTeM 35 LIMKIIOB:
94°C — 40 c, 52°C — 40 ¢, 72°C — 40 ¢, duHaNBHAS
sytoHTanys mpu 72°C B TedeHre 5 MUH, 10 OKOHYaHUU
peakumu cMech oxytaxkaanach 1o 4°C. I1ponykrer ITLTP
XpaHuIUCh npu Temieparype 4°C. AMIMduunupo-
BaHHbIC (DparMeHThI pa3nessiyiu 3JIeKTpodopeTude-
CKH B 6%-HOM TIOJIMaKPpUJIaMUIHOM Telie, B Oydep-
Hoit cucteme TBE, B Teuenne 2—2.5 4, B 3aBUCUMO-
CTU OT JJIMH WCCAeayeMbIX ¢(parMeHToB. Ienu
OKpalllMBaJIi paCTBOPOM OpOMUCTOrO 3TUANS. Busy-
aJIM3alMIo U TOKYMEHTHUPOBAHME 3JIeKTpohopeTuye-
ckoro pasneieHusi npoaykroB IILIP mpoBomuiu B
ynbTpadrOJIeTOBOM CBETE IIPU IJIMHE BOJIHEL 312 HM
C TIOMOIIBIO CHUCTEMBI TIelb-IOKYMEHTUPOBAHMSI.
HuHy TONMy4YeHHBIX (parMeHTOB OIPEaesiiu B
nporpamme Photo-Capt V 12.4 (Vilber Luormat). B
KadecTBe MapKepa IIUMHBI (PparMeHTOB MCIIOIb30Ba-
gu JHK mmasmuaer pBR322 E. coli, o6paboTaHHyI0
SHAOHYKJea30ii pectpukuuu Hpall.

ITo pesynbraTaM reHOTUNIMPOBAHUS MTUL] ObLIU
COCTaBJIeHbl TabJUIIbI MHOTOJIOKYCHBIX T€HOTMIIOB.
B nmporpamme GenAlEx [23, 24] ObUIM ITOTy4YeHBI TTapa-
MEeTpbl MOMY/ISILIMOHHO-TeHETUIECKOM M3MEHYUMBOCTU
JUTS1 KaXIIOTo 13 TpeX BUIOB. PaccuuTaHbl 4acTOTHI aJi-
JieJielt, cpeiHee YMCIio ajuiesieid Ha JIoKyc (NV,), cpenHee
3(hHEKTUBHOE YUCIIO aJIENEe Ha JTIOKYC (/Vg), 3HaYEHUS
Habmonaemoti (Hg) u oxunaemoii (Hg) TeTepo3uroTHo-
creii, nHaekc puxcanym (F) 1 10t nonmuMopGHBIX JI0-
KycoB (P). CoOTBETCTBME COOTHOIIIEHUST pacIpee-
JICHVSI TEHOTUTIOB paBHOBecuto Xapnu—BailiHOepra
NIPOBEPSUIN MTPU TIOMOIIU KpuTepust ¥ 2. Takke onpe-
JeJIsiId 3HAYMMOCTb OTKJIOHEHUSI MHIeKca hukca-
1IMU OT HYJIEBOTO 3HaUeHus. B ciyyae HemocTaTka re-
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TEPO3UTOT IIPOBOAWIM IIPOBEPKY HA HAIMYME HYJIb-aJl-
Jlesieid ¢ momolbpio mporpamMmbl Micro-Checker 110
anmroputMaM Oosterhout (2004) u Brookfield (1996) [25].

st onipenesieHus: BEpOSITHOCTH BO3HUKHOBEHMUSI
B BBIOOPKE IBYX 0COOEM ¢ MAEHTUUYHBIMU T€HOTUIIA-
MU 1 JOCTATOYHOTO MUHMMAJILHOIO Habopa MUKPO-
CaTeJIJIMTHBIX JIOKYCOB JJISI TOYHOM MHANBUAYAJIbHOK
UICHTU(UKALIMU TIpU CBOOOTHOM CKpeIlMBaHUU
ocob6eit B mporpamme GenAlEx paccunThIBaIu mmapa-
meTpsl PI (Probability of Identity) u Plsibs mpu nomy-
IIEHUU POACTBEHHBIX OTHOIIEHUI MEXIY OCOOSIMMU.
Taxke pacCcUMTBHIBAIM BEPOSITHOCTH MCKIIIOYCHUS
pomurenbcTBa (Probability of Exclusion): PI — B city-
yae, KOTaa U3BECTHBI TEHOTUITBI 000X Mperioarae-
MBEIX ponuTesieit; P2 — B ciydae, KOraa U3BECTEH Ie-
HOTHII OTHOTO U3 IIpeanojaraeMbIx poagureseii; P3 —
B cJlydyae, KOrja reHOTUITbl pOAUuTes et HEM3BECTHBI.

st aHanu3a pOACTBEHHBIX OTHOIICHUII B IIPO-
rpamMme GenAlEx mo moimMop@HBIM JIOKycaMm IJist
KaXJI0ro BUIa ObUIM paccuyMTaHbl KO3(hOUIMEHTHI
ponctBa R/ (Ritland, 1996) [26], LRM (Lynch & Rit-
land, 1999) [27], OGM (Queller & Goodnight, 1989)
[28]. 3HaueHue KoadppunmeHTa LRM ObLJIO yMHOXe-
HO Ha ABa, YTOObI €0 MaKCUMaJIbHOE 3HAUYEHIE PaB-
HSJIOCH ETUHUIIE, M 3HAUYEHUS BCEX TpexX KodhPUIIm-
€HTOB HaXOIWJIXCH B Ipeneaax or —1 go 1.

PE3YJIbTATHI
Iloa uccaedosanmnvix 06pasyos

BriObopka B3pOCHBIX KpeyeTOB M3 TMMTOMHMKA
“Buracdepa” cocrostia u3 11 camioB u 38 camMoxk.
Cpeny ITeHIIOB COOTHOIIIEHNE T10JI0B ObUIO PaBHBIM —
11 camuoB u 11 camok. B BEIOOpKE KpeueToB, MpeIo-
craBieHHON CIIeNCTBEHHBIM OTHEIOM, CEMb IITHUII
OKa3aJHCh caMIlaMi, a IBE — CaMKaMMU.

B3pocabie 0anobaHbl B HallleM HCCJIedOBaHUU
npeacTaBieHbl 17 cammamu 1 18 camMkamu, TIpemo-
craBieHHbIMU CrnenctBeHHBIM oTaeiaoMm. Cpenu
NTEeHLIOB U3 NUToMHUKa “Butacdepa” 2015 r. pox-
JIEHUSI OIIpeIelIeHEI IISITh cCaMIIOB U Tpu camku, 2017 1.
poxaeHus — 13 camioB u 16 camok. O0111ast BLIOOpKa
0a100aHOB IpeAcTaBeHa B paBHOI Mepe caMLiaMU U
caMKaMM.

B3apocibie caricaHbl MpencTaBIeHbl OMHUM CaMIIOM
u TpeMsi camkaMu. Cpeau nteHUoB 2017 T. poxXaeHUsI
BBISIBJICHBI OMH CaMell M YeThIpe caMKu. BBumy Toro,
YTO MCIOJb30BaHHBIE B Hallleil paboTe MMKpocaTes-
JINTHBIE JIOKYChl MMEIOT ayTOCOMHYIO JIOKJIU3aIUIO
[20, 21, 29—31], cooTHOIIEHHE MOJOB B BHIOOpKaX He
BJIMSIET HA OILICHKY IapaMeTpOB TeHETUYECKON M3-
MEHYHUBOCTH.

AHanuz eenemuueckoeo pa3H005pa3uﬂ

Ha ocHoBaHuu MHOTOJIOKYCHBIX TCHOTHUIIOB ObLIU
paCcCynuTaHbl 4aCTOTbI ajeneu MUKPOCATCINIMTHBIX
JIOKYCOB IJId TOTaJIbHbIX BbI60pOK KaXk10ro n3 BUI0B
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(ta6a. 1). Jlokycsl fir142 u fr164-1 oKka3aauch MOHO-
MOP®HBIMU Y BCEX TPEX BHUIOB C OOLIMMU AJUICIISIMU,
MO3TOMY OHU He SIBJSIOTCS MHMOPMATUBHBIMU HU
IUIST MASHTU(UKALIMY OTOEJIbHBIX IITUI, HU ST pa3-
JmaeHust BuaoB. JIokycwl fp5, fp31, fp8§6-2 u fp&9 3a
CUeT HECOBIAJACHUS aJlJIeJIbHBIX CIIEKTPOB MO3BOJISI-
IOT 4eTKO nuddepeHIIMpoBaTh calicaHa OT KpedyeTa 1
OanobaHa, ocTaJIbHBIE JIOKYChI TaKXKe OTINYAIOT 3TH
BUIBI 3a CYET pa3InuMii B yacToTax ajieneii. Kpeuer
1 0aji00aH Majo OTJIMYAIOTCS 110 AJUICIBbHBIM CIICK-
TpaM U 4acToTaM ajijielieii OOJIbIIMHCTBA JIOKYCOB.

Ona omneHKW WHGOPMATUBHOCTU TTOJIYICHHBIX
JaHHBIX MBI pacCUMTAIM MMapaMeTpbl FTeHETUYEeCKOM
W3MEHYMBOCTHU TPEX BUIOBBIX I'PYIII COKOJIOB (Ta0II. 2).
B BEIGOpKE KpeueTa BhIssBIIeHO 63 ajutens. Jois mo-
JIMMOP(MHEBIX JTOKYCOB cocTaBuiaa 66.67%. CpenHee
YUCJI0 ajiiesieil Ha Tokyc — 4.20, a cpeaHee Yucio al-
Jleieit Ha JTIOKyc ¢ yacToToii 6omnee 5% — 2.33. [1aTeb us
15 nokycoB oka3zanuchk MoHOMOpGHBIMU. B mecartmn
MOJIMMOP(HBIX JTJOKycax YMCJIO ajijiesieil BapbupoBa-
J10 OT 2 no 16. MakcuMaibHOE YUCIIO aJutesieilt OOHa-
pyXeHo B JoKycax fp54, [p79-4, fp82-2, fp347. Dtk
JIOKYChl HauboJiee MH(MOPMATUBHBI IJIST UAEHTU(DU -
Kalluu OTACNbHBIX ocobeil. HaGmomaemast retepo3u-
TOTHOCTB I10 HUM HaxoAujIach B rpeaenax ot 0.563 no
0.700. I'To Bcem monumMopdHbIM JoKycaM H, — B ipe-
nenax ot 0.050 mo 0.700; Hg — o1 0.049 mo 0.880. 3Ha-
YUMBII Ae(PUINT TeTePO3UTrOT HAOIIOAAJICS B JIOKY-
cax fp13 u fp&2-2. Ilpu 5TOM OTKJIOHEHUS OT paBHO-
BECHOIO pacrpeaeeHUsI TEHOTUIIOB OOHApYXKeHbI B
Jokycax fpl3, fp54, [p§2-2, fp347. Craructuyeckas
MpoBepKa 4YaCcTOT TeHOTUIIOB BbISIBUJIA BEPOSITHOE
MPUCYTCTBYE HY/Ib-aJlIeJIcii B JTAaHHBIX JIOKyCaX C Ja-
crotamu: fpl3 — 0.155 (1mo Oosterhout, 2004) u 0.111
(rto Brookfield, 1996); fp54 — 0.106 u 0.096; /p&2-2 —
0.124 n 0.102; fp347 — 0.091 1 0.076.

B BrIGOpKe GajiobaHa BBIABIEHO 67 ajjlelIbHbIX
BapuaHTOB. J10Jis1 TOJMMOP(MHBIX JJOKYCOB COCTaBU-
na 80%. Yucno ayuteneit B 12 momMopdHBIX JJOKycax
BapbupoBajio oT 2 1o 12 (tabiu. 2). MakcumajabHOe
YUCJIO ajiiesieil 0OHapyXXeHOo B JIOKycax fpS54, fp79-4,
Jp82-2, fp347. CpenHee yucio ajuieseid Ha JIOKYC CO-
craBuiio 4.47, a cpegHee YMCIIO ajuiesieil Ha JIOKYC C
yacToToit 6onee 5% — 2.60. Habmonaemasi reTepo3u-
TOTHOCTH I10 3TUM JIOKyCaM HaXOIWJIach B TIpeaesax
ot 0.514 1o 0.806. ITo BceM moanMopdHBIM JIOKYCaM
Hgy — o1 0.083 mo 0.806; Hy — ot 0.080 mo 0.868. He-
JIOCTAaTOK T'eTepO3UTOT HAOIMomancs B JIoKycax fpl3,
Jp54, fp79-4, fp92-1. Ilpu 5TOM 3HAUMMBbIE OTKJIOHE-
HUSI OT paBHOBECHOTO paclpeaeeHs] TeHOTUIIOB B
CTOPOHY He(pUINTa TeTePO3UTOT BBHISBICHBI B JIOKY-
caxfp54, fp79-4u fp347. IlpoBepKa Ha HAJIMIWE HYIb-
ajijiesieil mokasaja BEpOSITHOE UX MPUCYTCTBUE C Ya-
crotamu: fp13 — 0.135 (mmo Oosterhout, 2004) u 0.093
(rro Brookfield, 1996); fp54 — 0.151 un 0.137; fp79-4 —
0.097 u 0.076; fp92-1 — 0.071 u 0.000. B reHOoTHITaX
JIOKyca fp54 y Tpex NITeHIIOB U3 OTHOTO BHIBOIKA BhI-
SIBJICH TOJIBKO ajutenb 110, a emie y omHOTo TITeHIIA 13

5TOTO K€ BBIBOAKA He OOHAPYKEHO aMILIU(pULINpYe-
MBIX (pparMeHTOB 3TOro JioKyca (Mo pe3yjbTaTaM
TpoitHo#t mpoBepku). Ha ocHoOBaHMM 3TOro OBLIO
cAeJIaHO TIPEONOJIOXEHNE O BEPOSTHOM HAJIMYUU
Hy/Ib-aJUIe/Is B TeHOTUIIAX O00OMX POIUTENCH.

J10BOJILHO BBICOKOE TeHETMYECKOE pa3HoOoOpa3ue
OOHapy:KeHO B BHIOOPKE CaliCaHOB YMCJIIEHHOCTBIO B
JIEBSITh 0COOEH, IISITh M3 KOTOPBIX SIBJISIIOTCS cCUOCaMu
(Tabi. 2). Bcero BoisiBieHo 47 auieneid. ois moim-
MOpGHBIX JIOKYCOB cocTaBuiia 73.33%, cpenHee 4uc-
JIO aJijieJieil Ha JIOKYC ¢ 4acToToii 6onee 5% — 3.13. B
11 TomrmMop(pHBIX JIOKyCaX YMCJI0 ajljIeJIe COCTaBIIS -
JIo OT IByX Oo ceMu. ITo maTh u GoJiee ajuieseii ooHa-
DPYXXeHo B JloKycax fp79-4, p89, fp92-1, fp347. Ha-
OromaeMasi reTepO3UTOTHOCTh IO 3TUM JIOKYCaM CO-
craBwia ot 0.333 mo 1.000. ITo BceM nmoauMopdHBIM
JokycaM Hy Haxomwnace B mpenenax ot 0.111 mo
1.000; Hg — ot 0.105 mo 0.796. JeduinT reTepo3uroT
Habjronancs B Jokycax fp54, fp92-1. IlpoBepky Ha
HaJu4uue Hy/lb-ajuiesieid He MPOBOAWIN BBUAY MaJIOit
YMCJIEHHOCTH BBIOOPKM CaIICaHOB.

Ouemca eeposimHocmu Cﬂy‘taleOeO cognaoenus
eeHomunoe aeyx ocobell u uckaueHue poaume/zbcmea

Cpenu 80 ocobeii KpedeTa, B TOM YMCJIE M CUOCOB,
He 00HapyXeHO 0co0ei ¢ MICHTUYHBIM TeHOTUIIOM.
3aBUCUMOCTb BEPOSITHOCTH CIy4aitHOTO COBMaACHUS
TE€HOTHUIIOB IBYX 0CO0€il KpeueTa OT UMciia UCTIOIb3Y-
€MBIX MUKPOCATEJINTHBIX JIOKYCOB (puc. 1,a) moka-
3bIBAET, YTO MPU UCITOJIb30BAHUHU IE€CSITU MOJTUMOP(-
HBIX JIOKYCOB B Clydae HAJIMUMSI POACTBEHHBIX CBSI3CH
MEXKIY OCOOSIMU BEPOSITHOCTD CITy4aifHOTO COBITaJIEHUS
FeHOTUIIOB NOBOJIBHO Maa Plsibs = 4.4 x 10~3, a Bepo-
SITHOCTh CJIYYaifHOTO COBITaJIcHUsI TE€HOTUIIOB TMpU
OTCYTCTBUHU POICTBA eule Huxe — Pl = 1.4 x 1076, Ta-
KM 00pa3oM, TEHOTUITMPOBaHUE TPYIIbI U3 80 Kpeve-
TOB 110 10 MoTMMOpP(HBIM JIOKYCaM ITO3BOJISIET HAIEXK-
HO OTJIMYATh KAXIyI0 0coOb. JIaHHBIN HAOOp JIOKYCOB
MO3BOJISIET C BBICOKOH BEPOSITHOCTBIO OMpenessiTh
OTHOIIIEHUST POAUTEIb—IOTOMOK. BeposaTHOCTh uc-
KJIIOUEHMsI poauTesibcTBa cocTaBuwia: PI1 = 0.99 (13-
BECTHBIE TeHOTUTIbI poauTeneii), P2=0.92 (u3BecTteH
TEHOTHII OMHOIO U3 poauteneii) u P3 = 1 (TeHOTUIIBI
poauTeieii HEU3BECTHHI).

J11s1 BEBIOOpKM O0a;100aHOB, TP UCTTOJIL30BaHNN 12
IOJIMMOP(MHBIX MUKPOCATEJUIMTHBIX JIOKYCOB 3HAUCHYE
BEPOSITHOCTH COBITAJECHNSI TEHOTUIIOB HEPOICTBEHHBIX
ocobeit PI=2.1 X 1077, B cltyyae HAIMYKS POICTBEHHBIX
cBsizeil Mexay ocoosimu Plsibs = 2.1 x 103 (puc. 1,6).
OnHaxko cpenu 72 ucciienoBaHHBIX 0co0eil 6amodaHa
OBLIU BBISBJICHBI JBE TPYMITbI C MOBTOPSIOIIMMUCS
WICHTUYHBIMU TeHOTUIaMu (110 IBE W TPU OCOOM).
INepBag mapa — pa3HoOMNoJble ITEHIBI U3 OMHOTO BhI-
Bonka 2017 r. poxaenus (31749 u @1751), Bo BTopoM
cJiyyae — mapa ITEHILIOB M3 TOro Xe BbhiBonka (31747,
@1750) u ireHent (31519) 2015 r. poxkaeHust. [TockoabKy
BCE OHM SIBJISIIOTCSI ITOTOMKAaMU OIHOM IMapbl, JaHHBII
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Toxkye N Fc{lco Falco Falc.o Tokyc P Fqlco Falco Falc'o
rusticolus | cherrug | peregrinus rusticolus | cherrug | peregrinus

S 103 0.000 0.042 0.000 || fp&2-2 134 0.000 0.000 0.056

105 1.000 0.958 0.000 136 0.000 0.007 0.000

107 0.000 0.000 1.000 138 0.125 0.035 0.000

i3 96 0.000 0.000 0.222 140 0.038 0.139 0.944

100 0.000 0.014 0.000 142 0.413 0.076 0.000

102 0.519 0.660 0.611 144 0.213 0.132 0.000

104 0.475 0.306 0.111 146 0.000 0.035 0.000

106 0.006 0.021 0.000 148 0.006 0.160 0.000

108 0.000 0.000 0.056 150 0.163 0.215 0.000

31 145 0.000 0.069 0.000 152 0.025 0.104 0.000

147 1.000 0.910 0.000 154 0.000 0.056 0.000

149 0.000 0.021 0.000 158 0.019 0.035 0.000

155 0.000 0.000 0.111 166 0.000 0.007 0.000

157 0.000 0.000 0.222 || fp&6-2 143 1.000 1.000 0.000

159 0.000 0.000 0.111 145 0.000 0.000 0.500

161 0.000 0.000 0.556 149 0.000 0.000 0.444

Jp46-1 120 0.025 0.014 0.000 151 0.000 0.000 0.056

122 0.000 0.000 0.167 89 123 0.019 0.014 0.056

124 0.013 0.021 0.833 125 0.819 0.917 0.000

126 0.963 0.931 0.000 127 0.163 0.042 0.000

128 0.000 0.035 0.000 129 0.000 0.028 0.000

54 92 0.069 0.028 0.000 131 0.000 0.000 0.389

96 0.025 0.035 0.000 133 0.000 0.000 0.222

102 0.044 0.007 0.000 135 0.000 0.000 0.167

104 0.231 0.118 0.000 139 0.000 0.000 0.111

106 0.063 0.104 0.778 143 0.000 0.000 0.056

108 0.138 0.438 0.167 f92-1 106 0.006 0.000 0.000

110 0.106 0.181 0.000 108 0.013 0.000 0.000

112 0.013 0.028 0.000 112 0.900 0.785 0.000

114 0.138 0.000 0.056 114 0.000 0.007 0.000

116 0.019 0.035 0.000 116 0.000 0.063 0.000

120 0.063 0.000 0.000 118 0.044 0.076 0.111

122 0.031 0.000 0.000 120 0.038 0.035 0.333

124 0.025 0.000 0.000 122 0.000 0.035 0.444

128 0.019 0.007 0.000 134 0.000 0.000 0.056

130 0.013 0.000 0.000 142 0.000 0.000 0.056

140 0.006 0.000 0.000 || 347 135 0.000 0.000 0.778

0 0.000 0.021 0.000 139 0.081 0.160 0.056

f79-1 145 0.975 0.764 1.000 141 0.100 0.368 0.056

147 0.025 0.236 0.000 143 0.050 0.222 0.056

f79-4 147 0.006 0.069 0.000 145 0.088 0.069 0.056

151 0.006 0.000 0.000 147 0.044 0.000 0.000

153 0.019 0.111 0.000 153 0.025 0.000 0.000

155 0.513 0.403 0.056 155 0.138 0.028 0.000
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BEJIOKOHDb u np.

Toxkye ALeh F({lco Falco Falc'o Tokye R Fcflco Falco Falc.o
rusticolus | cherrug | peregrinus rusticolus | cherrug | peregrinus
157 0.338 0.146 0.056 157 0.400 0.111 0.000
159 0.100 0.076 0.056 159 0.075 0.042 0.000
161 0.019 0.188 0.167 fr34 148 0.525 0.722 0.000
165 0.000 0.007 0.000 154 0.475 0.278 0.556
167 0.000 0.000 0.278 156 0.000 0.000 0.444
171 0.000 0.000 0.278 fri42 192 1.000 1.000 1.000
173 0.000 0.000 0.111 frio4-1 128 1.000 1.000 1.000

¢akT yka3pIBa€T Ha BBICOKOE F€HETUYECKOE CXONICTBO
poauTeneit, KOTophle, MO-BUIUMOMY, SIBJISIIOTCS OJIU3-
KWMU POACTBEHHUMKaMU. BeposSITHOCTh WCKITIOYEHMSI
POINTENLCTBA TP UCIIONMB30BaHNM 12 mommMop(HBIX
JIoKycoB cocTaBwia: P1 = 0.99 (M3BeCTHbIE TEHOTUITHI
poauTteneii), P2=0.93 (u3BecTeH reHOTUI OJHOTO U3
ponuteineii) u P3 = 1 (reHOTUIIBI poaUTENIeid HEN3-
BECTHHBI).

3aBUCHUMOCTb BEPOSITHOCTH CTydyaifHOro coBHaae-
HUSI TEHOTUIOB JBYX OCOO€i carcaHa OT 4Yucia 1c-
MOJIb3YEMBbIX MUKPOCATEIUIMTHBIX JIOKYCOB (puc. 1,8)
MOKa3bIBaeT, YTO TPU HUCIOJb30BaHUU 11 T10TM-
MOPGHBIX JIOKYCOB BEPOSITHOCTh C/TydaiftHOTO COBITa-
JIeHWsI TEHOTUIIOB B BIOOPKE caricaHOB MUHUMAJIbHA
KakK MpU OTCYTCTBUM PONCTBEHHBIX CBSI3EM MEXITY OCO-
oamu (PI = 4.7 x 1077), Tak 1 B clIydyae HAIMYUS POII-
CTBEHHBIX CBsizeil Mexay Humu (Plsibs = 1.7 x 1073).
BeposiITHOCTb MCKITIOUEHUSI pOAUTEIbCTBA TIPU UC-
MoJIb30BaHMU HaOopa u3 11 1oKycoB coctaBuna: P1 =
= 0.99 (u3BeCTHBIE T€HOTUIIBI poauTeneit), P2=0.89
(M3BECTEH T€HOTUIT OMHOTO U3 poauTeseit) u P3 = 1
(r€HOTUIIBI POIUTESIE HEU3BECTHHI).

AHnanu3 poocmeeHHbIX OMHOUEHULL

[J1st OLIeHKY CTEIeHU POACTBa MEXIY OCOOSIMU
MbI UCITOJIb30BJIM TToNapHble KOa(hhULIMEHThI TeHe-
TUYECKOTO CXOJICTBA, KOTOPHIE paCCUUTANU KaK IJisl
TOTAJIBHBIX BHIOOPOK IO KaXKAOMY M3 BUAOB, TakK U
OTIEJIBHO ISt rpynn cuocoB (Tabia. 3). B Hairem ma-
Tepuajie cuOChl MPEeNCTaBIEHbl YETBIPbMS IPyINaMu
nTeHoB Kpeueta 2017 . poXXAEHUS OT TPeX 10 BOCh-
MU 0COOEN B KaxKIOM, IIECThIO TPyMNIaMu MTEHIIOB
0ano6ana 2017 1. poXXIEeHMS OT YETBIPEX OO ISITH OCO-
Oeii 1 aByms mapamu cuocoB 2015 r. poxneHus, a
TakXe OMHOW TpyINIloN M3 TSITM NTEHLIOB caricaHa
2017 r. poxxneHuUsl.

B anami3e ToTaqbHBIX JAHHBIX 0€3 ydyeTa poncTBa
cpenHue 3HauYeHUs BceX KOa(DUIMEHTOB OJIM3KU K
HyJIeBoMy (puc. 2). CpenHue 3Ha4eHUS KOO hUIm-
€HTOB pOICTBa (F€HETUYECKOTO CXOACTBA) B Ipee-
JIaX TpyMIl CUOCOB BO BCEX CIyvasix OKa3aJMCh BhIIIIE,
yeM B TOTaJIbHOM BBIOOpPKe ocobeil. Hambonbiiue
pa3anuns mokaspiBaeT koadpdunueHT QGM [28], ko-

TOPBII HE 3aBUCUT OT YUCIICHHOCTU BIOOPOK U MIPU-
JlaeT MaKCUMAaJTbHBII BeC JIOKYyCaM C UMCJIOM aJUieeii
oomblre aByX. PacmpenenceHue monapHbIX KO3(hdu-
reHTOB ponctBa QGM B TOTaJBHBIX BRIOOPKAX Kpe-
yeTa 1 0ajo0aHa COOTBETCTBYET TEOPETUUECKU OXKH-
JTaeMOMY HOPMAaJIbHOMY ¢ MakKCHUMyMOM BOIu3u 0 u
pazopocom 3HaueHuil oT —1 mo 1 (puc. 3,a, 8). nsa
rmap cuocoB pa3dopoc 3HaYeHu y KpedeTa oT 0 mo 0.8
(4eThIpe rpyMIThl TOMAPHBIX CPAaBHEHMIA), a y 6ano6a-
Ha oT 0.3 mo 1 (BoceMb IrpyIin IMOMapHbIX CPAaBHEHMI)
(puc. 3,60, e).

TeopeTnuecku oxugaemble 3HaYeHUsI Ko3hhu-
LIMEHTOB POACTBA MEXIy CHOCAMU HOJDKHBI HaXoO-
IuThes B ripenenax ot 0 mo 1. Pasnmuuus B 3TUX 1oka-
3aTelIsIX MEXIy BbIOOpKaMHM KpedeTa U OajiobaHa
XOTh M HE3HAYUTEJIbHBI, HO MOTYT CBUIETEIBCTBO-
BaTh O Pa3/IMYMUSIX B CTEIICHU POACTBA MEXIY MTULIA-
MU B pOAUTENbCKUX Mapax. KpeueTsl 6osiee pa3HO00-
pa3HbBI, a POAUTENILCKUE TTapbl 6aT100aHOB OTYACTU
MpencTaBlIeHbl POACTBEHHBIMU ocobsmu. Cpenn
MOTOMCTBA OIHOM M3 Map Mbl OOHAPYXWJIM OYEHb
BBICOKHE 3HAYEHUS KO3(GULIMEHTOB poacTsa, oT 0.6
1o 1.0, 1 moaHOE COBITafeHUE TEHOTUIIOB Y ABYX I1ap
MTEHIIOB.

OBCYXIEHHNE

MuxpocaTeJUIMTHBIE JTOKYCHI IIPUMEHSIIOTCST YXKe
oogee 20 et a1 3ydeHMs TeHETUIEeCKOM M3MEHIMBO-
CTU, aHAJIM3a CUCTEMbI CKpEIIMBAaHMsI U POICTBEHHBIX
OTHOIICHUI B IIONY/ISIIASIX Pa3HBIX BUIOB COKOJIOB [20,
21, 29—43]. OpmnHako reHeTHYecKass HN3MEHYMBOCTh
€CTECTBEHHBIX MOMYJISILIUI COKOJIOB, OOUTAIOIINX Ha
tepputopuu Poccuiickoit @eaepaniim, ocTaeTcs Ma-
Jnon3ydyeHHoM. Bce maHHBIE 00 ypOBHSIX X TeHETUYE -
CKOIf UBMEHYMBOCTH MOJIyYeHbI HAa MaTepyaie 13 M-
TOMHMKOB Y TIO3TOMY MOTYT CYUTATHCS TOIBKO IPH-
OMMXKeHHBIMU K  IIOKa3aTelasaM T'€HETHMYECKOIO
pazHoOOpa3usl ecTeCTBEHHBIX mnomyisuuii. Crarbs
A.B. HeuaeBoii u coaBr. [43], ITOCBsIIIIeHHASI TCHETH -
YEeCKOM M3MEHUYMBOCTU UYYKOTCKO-KaMYaTCKOM I1O-
MyJISIUMA KpedyeTa, YaCTUYHO 3arojiHseT Ipobesl B
JaHHBIX II0 TEHETUYECKOI CTPYKTYpe ITOIYJISIINIA
kpeueta. [TokasaTenu reHeTHIECKOTO pa3HOOOpa3ns
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Ta6muma 2. [Toka3arenn reHeTHIeCKON N3MEHIMBOCTH TPEX BUIOB COKOJIOB TT0 MUKPOCATEIUTUTHBIM JIOKycaMm

Jlokyc Na Ng Hy Hg F x> )/

Falco rusticolus, n = 80
§/25) 1 1.000 0.000 0.000 - — -
13 3 2.021 0.338 0.505 0.332* 10.118* 0.018
31 1 1.000 0.000 0.000 - — -
fp46-1 3 1.079 0.075 0.073 —0.030 0.121 0.989
fp54 16 8.312 0.700 0.880 0.204 252.218%** 0.000
p79-1 2 1.051 0.050 0.049 —0.026 0.053 0.819
fp79-4 7 2.582 0.600 0.613 0.021 8.451 0.993
Jp82-2 8 3.850 0.563 0.740 0.240* 70.363%** 0.000
fp86-2 1 1.000 0.000 0.000 - — -
89 3 1.434 0.325 0.303 —0.073 1.383 0.710
fp92-1 5 1.229 0.175 0.186 0.062 8.164 0.613
fp347 9 4.677 0.650 0.786 0.173 64.007** 0.003
fr34 2 1.995 0.550 0.499 —0.103 0.845 0.358
fri42 1 1.000 0.000 0.000 - — -
fri64-1 1 1.000 0.000 0.000 - — -
CpenHee 4.200 = 2215+ 0.268 = 0.309 £ 0.080 £ — —
Cr. om. + 1.092 +0.524 +0.071 +0.085 +0.038 — -
Falco cherrug, n =172
y/25) 2 1.087 0.083 0.080 —0.043 0.136 0.712
i3 4 1.890 0.333 0.471 0.292* 10.157 0.118
31 3 1.201 0.167 0.167 0.003 3.586 0.310
fp46-1 4 1.152 0.139 0.132 —0.050 0.401 0.999
Jp54 11 3.948 0.514 0.747 0.312* 124.185%** 0.000
f79-1 2 1.564 0.333 0.361 0.076 0.415 0.519
f79-4 7 4.137 0.625 0.758 0.176 41.708** 0.005
fp82-2 12 7.573 0.792 0.868 0.088 71.840 0.291
fp86-2 1 1.000 0.000 0.000 - — -
89 4 1.186 0.153 0.157 0.027 10.959 0.090
Jp92-1 6 1.592 0.306 0.372 0.179 21.695 0.116
fp347 7 4.347 0.806 0.770 —0.046 33.072% 0.045
fr34 2 1.670 0.472 0.401 —0.177 2.254 0.133
fri42 1 1.000 0.000 0.000 - — -
fri64-1 1 1.000 0.000 0.000 - — -
CpenHee 4.467 = 2.290 + 0.315 £ 0.352 = 0.070 — —
Cr. om. +0.904 +0.488 *0.071 +0.080 +0.038 — -
Falco peregrinus, n =9
y/25) 1 1.000 0.000 0.000 - — -
i3 4 2.282 0.556 0.562 0.011 4.965 0.548
fp31 4 2.613 0.889 0.617 —0.440 5.760 0.451
fp46-1 2 1.385 0.333 0.278 —0.200 0.360 0.549
Jp54 3 1.573 0.222 0.364 0.390 3.327 0.344
f79-1 1 1.000 0.000 0.000 — — —
fp79-4 7 4.909 1.000 0.796 —0.256 21.480 0.430
Jp82-2 2 1.117 0.111 0.105 —0.059 0.031 0.860
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BEJIOKOHDb u np.

Jlokyc N Ng Hy Hg F x> D
Jp86-2 3 2.219 0.667 0.549 —0.213 1.840 0.606
fp&9 6 4.050 0.667 0.753 0.115 9.903 0.826
Jp92-1 5 3.057 0.556 0.673 0.174 22.563* 0.012
Jp347 5 1.620 0.333 0.383 0.129 18.184 0.052
fr34 2 1.976 0.444 0.494 0.100 0.090 0.764
fri42 1 1.000 0.000 0.000 — — —
fri64-1 1 1.000 0.000 0.000 — — —
Cpenxee 3.133 £ 2.053 £ 0.385 % 0.372 —0.023 + — —
Cr. omI. + 0.506 +0.306 +0.086 +0.075 +0.061 — —

IIpumeuanue. Ny — uncio ajuteneit; Ng — addekTruBHOe uncio amieneil; Hy — HabmogaeMast FeTepo3UroTHOCTh; Hy — oxuaaemast

reTepO3UTrOTHOCTD; F — MHIEKC hukcaluu; x2 — 3HAYEHUE KpUTEpHsI X2 B T€CTE Ha COOTBETCTBME COOTHOIIEHMSI TEHOTUITIOB PaBHOBE-

cuto Xapnn—BaitH6Gepra; p — ypoBeHb 3HAUMMOCTH OTKJIOHEHUSI OT Xz_ 3Be3moYKaMi OTMEYEHBI YPOBHU 3HAYMMOCTH OTKJIOHEHMS MH-
nekca (prKcalMy OT HyJIeBOTO 3HaYeHWS U OTKJIOHEHMSI OT TeHOTUITMYECKOTo paBHOBecHst Xapau—Baiin6epra: * p < 0.05; ** p < 0.005;

**% p <0.001.

ATOM ITOITYJISILIMM OKa3aJIMCh TAKUMMU K€ BHICOKMMU,
KaK 1 B €CTECTBEHHOM ITOMYJISIIUU AJISICKU, U BHIIIIC,
yeM B ronysisiuusax I'pernanoum u Hopseruu [34].

HMccnenoBaHusi HYKJIEOTUAHBIX MOCIEN0BATEb-
HocTteil D-nietiin mutoxoHapuansHoi (Mt) JHK an-
Talickoro 0ajjobaHa U CpaBHEHUS UX C TaHHBIMU 3a-
pPYOEXHBIX HCCIea0oBaTeNe MO3BOJWIN BBISIBUTh
crieunduyecKue Ijis TaHHOI (popMBbI ITaTTepHHI [ 14].
OnmHako 6oJiee TIOApoOHBIE, Oa3upylolIecs Ha I0-
JuMopdusmMe SIIepHbIX MapKepOB, CBEAEHUS 00 U3-
MEHUYUBOCTHU MTONYJISILIMI BUuaa ¢ Tepputopuun P® mo-
npexXHeMY OTCYTCTBYIOT. ComIacHO MCCIeN0OBaHUSAM
®. Hurtunrep u coasrt. [21, 37] 6amobaH obiamaet
60Jiee BBICOKUMM T'eHeTUYECKMM pa3HooOpa3ueM, uemM
KpeyeT.

CylLuecTBylOLIME TPYOIHOCTU B PA3IUYEHUU KpE-
yeTta 1 6a100aHa TIPU MOMOIIU MUKPOCATEITUTHBIX
JIOKYCOB OOYCJIOBJIEHBI, 110 MHEHUIO psiia UCCIEN0-
BareJieil, UX MPOUCXOXKIAEHEM OT eAMHOTO MpenkKa, a
TaKK€ BEPOSITHOM €CTeCTBEHHOM TIuOpuau3alueid
BOCTOUYHOI BeTBHM Oajio0aHa ¢ KkpeueToMm [21, 32, 34,
37]. lMocnenoBatensHoctu MTIAHK (Cyt b, COI) pas-
NIeJISIIOT OTU IBa BUMIA Y YKA3bIBAIOT Ha JiBa KJlacTepa
y Oajo0aHa (3almagHbIi M BOCTOYHBIN) UM €OMHBINA
KJacTep y KpedyeTa, KOTOPbIi 0J1M30K K BOCTOUHOMY
OanobaHy U, BEpOSITHO, OTpazkaeT OOIIHOCTh ITPOMC-
XOXIEHUSI UM HeOaBHIOW TUOpUAM3ALUI0 MEXIY
Humu [32, 34]. IloogpoOHEBIT OMOMHGOPMATUISCKU I
aHanus reHa Cyt b mokasajl, YTO OTJIMYME B HYKJIEO-
TUIHBIX MTOCAEI0BATEIbHOCTSIX Y 3TUX BUIOB MPUBO-
IUT K (QYHKIMOHAJIBbHO-CTPYKTYPHBIM pa3inuyusM
0eJIKOB M HOCUT aJanTUBHbBIN Xxapakrep [44]. Bosie-
YyeHME B aHaAJIM3 HacjaeayeMoil Mo MAaTEpUHCKOM JIK-
Huu MTIHK Hapsany ¢ sgepHBIME MapKepaMH MOXKET
IMOMOYb B BBISIBJICHUU TUOPUIOB MEXIY KpeueTOM U
OaobaHoOM.

Carican — BHUI-KOCMOIIOJIMT, HACESIIOIINIA BCe
KOHTUHEHTHI, KpoMe AHTapKTUIbI. COoryIacHO COBpe-
MEHHBIM KJacCU(pUKAIMIM ero paszaeisaioT Ha 19
nonBuaoB [45]. 'eHeTmueckoe pa3zHooOpa3ue ecTe-
CTBEHHBIX MNOMNYJISIIMI calicaHa XOPOIIO M3y4eHO,
BBISIBJIEHBI PETMOHAJIbHbIE OCOOEHHOCTU TeHeTuYe-
cKoil m3MeHuynBocTu noasunos [20, 30, 33, 35, 36,
40—42, 46, 47]. IlpuMeHeHE MUKPOCATE/UTUTHBIX 1
MUHMCATEJIMTHBIX JIOKYCOB ITO3BOJIUJIO OLIEHUTh 13-
MECHCHUS B CeBepOCBpOHeﬁCKMX MMOITyJIaIuAX carica-
Ha, BbI3BaHHbIE COKpaIlleHUEeM YUCISHHOCTH BCJIE -
CTBME BO3IECUCTBUS XUMUYeCKOro 3arpsisHeHus T
Ha 9KOCHUCTEMY U MOCJISAYIOIINM €€ BOCCTAHOBJICHU -
eM [33, 46]. M3ydeHa rHe3goBast CTpyKTypa BUIa B
€CTECTBEHHbBIX YCJIOBUSIX Ha TeppuTOopuu OUHISTH-
WM, TIpU TTOMOILLIMY aHan3a Ko3(h@UIIMEHTOB pO-
CTBa TMTEHIIOB Ha THE3IOBbIX yUYaCTKax BBISIBJIEH J0-
BOJIBHO BBLICOKMII YPOBEHb BO3BPAaTOB B3POCIBIX
MTUI] K CBOUM MpoliuioronHuM rHesznam [40]. Ha tep-
putopun Poccuu oburaloT Tpu nmoaBuaa carcaHa —
FE p. peregrinus, F p. calidus v F. p. japonensis. OnHaxko
BBUIy OTCYTCTBUSI JAHHBIX O T€HETUYECKOM Pa3HOO00-
pasuu 1 muddepeHIMany OABUIOB C TEPPUTOPUU
P® Her BO3MOXHOCTH OIMpeAessITh IIPUHAMIEKHOCTh
IITULI K JIOKAJIbHBIM TIOITYJISILIMSIM WJIY TIOABUIIAM, XOTS
aTa nHMOopMaLus HeoOXoarumMa I BOCCTaHOBJICHUS
€CTEeCTBEHHBIX MOMYJISIIUIA 3a CUET MTULL, BIpaIlleH-
HBIX B IIMTOMHMKAX.

INpencraBiaeHHbIE B HAIlleM MCCIEIOBAHUM BbI-
GOPKHM COCTOSIT U3 NTHUILL, COAEPKAIIUXCS B HEBOJIE, U
IMO3TOMY HE OTPakaloT BCIO ITOJTHOTY TeHETUUECKOit
U3MEHUYMBOCTU €CTECTBEHHBIX MOIYISIIUNA BUIOB.
AyTOCOMHasI JIOKAJIM3alys 1 He3aBUCUMAs cerperaiyst
KCMOJIb30BAaHHBIX HAMU MMKPOCATCIUTUTHBIX JIOKYCOB
JIEAr0T UX YIOOHBIM MHCTPYMEHTOM JJISI TEHETUUECKOMN
rnacroptu3aunu cokosioB. JIokychl fp5, fp31, p86-2,
fp89 mpuronHbl 1151 MASHTU(hUKALIMY TUOPUIOB Carl-
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Puc. 1. 3aBUCMMOCTb BEpOSITHOCTH CJIyYaiiHOTO COBIMAJEHUsI TEHOTUIIOB OT KYMYJISITUBHOTO YKCJIa UCMOJIb3YeMbIX MUKPOCa-
TEJUIMTHBIX JIOKYCOB: @ — KpeueThl, 6 — 0ajo0aHbl, ¢ — caricaHbl. Pl — Ipu OTCYTCTBUM POACTBA, PIsibs — cpenu poacTBEHHUKOB.

HODHHOK JIOKYCOB IPUBEICH B COOTBETCTBUU C Tabm. 1.

caHa ¢ KpeuyeToM Wi 0ajobaHoM. 3a CUET HeCOBMa-
JIEeHUST aJUIe]IbHBIX CIIEKTPOB OHU MO3BOJISIOT YETKO
muddepeHLIpoBaTh calicaHa OT KpedeTa ¢ 6aoba-
HOoM. OcTaJIbHbIE JIOKYCHI TAKXKE OTJIMYAIOT 3TU BUIbI
3a CYeT pa3JInuuuii B yacTtoTax ajjeneit. Kpeuer u 6a-
JIOOAH MaJIo OTJINYAIOTCS 110 aJIJISAbHBIM CIIEKTpaM U
JyacToTaM ajijiesieit O0IbIIMHCTBA JIOKYCOB. BricokoO-
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W3MEHUYMBBIE JIOKYCHI C OOJIBIITM YHCIIOM ajijieieit
(oT Tpex u 6oJiee) co30ar0T MaKCUMAJIbHO MH(POpMa-
TUBHYIO 6a3zy I WHIWBUIYaJTbHON MIeHTU()UKA-
LIMM COKOJIOB 1 OTIpeieJIeHUsI POACTBA MEX Iy MTUIIA-
MUu. Huzkue olleHKU BEpOSITHOCTU BO3ZHUKHOBEHMUS
WICHTUYHBIX TEHOTUIIOB IO TPENCTaBIeHHOMY B Ha-
IIIeM MCCJIeIOBAaHNY HAOOPY JIOKYCOB JOCTATOYHBI JIIST
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Taomuna 3. 3HayeHust Ko3(hGUIMEHTOB TEHETUYECKOTO CXOICTBA B IPYIINax 0codeil ¢ pa3IMYHO CTENEeHbIO POACTBA

Bcs BhIOOpKaA I'pynmel cubcoB
Cratuctuku
RI LRM oGM RI LRM oGM
Falco rusticolus
Yucio nap 3160 3160 3160 40 40 40
CpenHee —0.007 —0.013 —0.013 0.196 0.383 0.464
Menuana —0.022 —0.052 —0.029 0.175 0.309 0.447
CT. OTKI. 0.075 0.170 0.281 0.169 0.274 0.236
Cr. o 0.001 0.003 0.005 0.027 0.043 0.037
MuHUMyM —0.152 —0.376 —0.905 —0.029 —0.090 0.017
Maxkcumym 0.756 0.895 0.915 0.756 0.851 0.798
Falco cherrug
Yucio nap 2556 2556 2556 50 50 50
CpenHee —0.007 —0.014 —-0.014 0.195 0.578 0.654
Menuana —0.026 —0.062 —0.042 0.166 0.588 0.695
CT. OTKII. 0.085 0.209 0.306 0.122 0.228 0.196
Cr. o 0.002 0.004 0.006 0.017 0.032 0.028
MuHuMyM —0.166 —0.411 —0.924 0.028 0.101 0.324
Maxkcumym 0.658 1.000 1.000 0.599 1.000 1.000
Falco peregrinus

Yucio map 36 36 36 10 10 10
Cpennee —0.059 —0.125 —0.125 0.056 0.261 0.411
Menuana —0.093 —0.231 —0.170 0.062 0.258 0.434
CT. OTKII. 0.092 0.294 0.411 0.044 0.212 0.140
Cr. o1 0.015 0.049 0.068 0.014 0.067 0.044
MuHuMyM —0.203 —0.516 —0.842 —0.005 —0.021 0.237
MaxkcumMym 0.122 0.612 0.608 0.122 0.612 0.608

WUCKITIOUEHUSI CITyYalfHBIX COBIMANCHUI MPU TeHeTn4e-
CKoOIf naeHTU(hUKaMKY NTULL. B 1uTeparype npuBoasT-
cg mogo6HbIe onleHKN. Harmpmmep, B padote H. [lonu n
COaBT. [48] TIpy UCHOJNB30BaHMU 12 MUKpOCATEIIUT-
HBIX JIOKYCOB 11t caricaHa Pl = 9.52 x 10~7. Uccneno-
BaHUeE THEe3J0BOI CTPYKTYPHI caricaHa B OUHISTHIAUN
IO AECITU MUKPOCATEJUIUTHBIM JIOKYyCaM, IeBSITh U3
KOTOPBIX COBHAAAIOT ¢ HAIIUM HAOOpOM, IMOKa3ajio
ere 6osiee HU3KKE oLieHKU Pl = 6.68 x 10~8, a Plsibs =
= 1.37 x 1073 [40]. B ucciie1oBaHUHA NOIYJISILIUOHHOM
CTPYKTYpBI CTeNHO# Iyctenwru, Falco naumanii, c
KCIIOJIb30BAHUEM BOCBMU T'€TEPOJOTMYHBIX JTOKYCOB
oT carcaHa u Kpeueta PI = 6.21 x 107 [29]. V nep6-
Huka, Falco columbarius, O1IEeHKU 1O TISITA BEICOKOITO-
JMMOPGHBIM JIOKycaM cocTaBwin PI = 5.69 x 107" u
PIsibs = 1.67 x 10~* [49]. [ToayuuTs ewie 60Jiee HU3-
KHe OLIEHKN BEPOSITHOCTH COBMAIECHUSI TEHOTUIIOB U
TEM CaMbIM YBEJIUYUTH TOYHOCTh WHAWBUAYAITLHOMN
UIEeHTU(PUKALINY TITUL, B TOM YKCIIe B cllydae Giau3-
KOT'O POACTBA, MOXHO C MPUBJIEUYEHUEM APYTUX ITO-
JIMMOP(MPHBIX MHKPOCATSJUIMTHBIX JIOKYCOB, B TOM

YuCJIE W TeTePONOrMYHBIX. JlecsATbh BBICOKOIOJIM-
MOP(HBIX MUKPOCATEIJIMTHBIX JJOKYCOB JIJIsT 0amoba-
Ha pa3paboTaHbl Ipynnoii ucciegoBareieii u3 Kuras
[50]. U3 Habopa HOBBIX MUKPOCATEUIUTHBIX JIOKY-
COB, pa3pabOTaHHBIX IJIsI ASPOHUKA, TTO IEBSITh JIOKY-
COB NoJIMMOPGHHI y carnicaHa 1 Kpeueta [49].

B HacrosieM ncciaenoBaHUM IPOAEMOHCTPUPO-
BaHbI BO3MOXXHOCTU F'eHETUUYECKOM NIeHTUDUKALITUU
COKOJIOB II0 YHUBEPCAIbLHOMY HAa0Opy MUKpPOCATEII-
JIMTHBIX JTOKYyCOB. MHOAMBUIYyaaIbHbIE TEHOTUIIBI M1O3-
BOJISIIOT C BBICOKOI TOUHOCTBIO OTJIMYATh POACTBEHHBIX
0co0eil OT HepoICTBeHHbIX. MCIToIb30BaHue pa3imd-
HBIX KO3 PHUIIMEHTOB POACTBA JACT COTTOCTAaBUMBIC pe-
3ynbTathl. CpenHue Ko3(hGUILIMEeHThI POACTBA Y CUOCOB
HaxomsITcss OoKojio 3HadeHus: (.5, 94TO COOTBETCTBYET
TEOPETUYECKN OXMOaeMbIM 3HaueHUsIM. Koaddumm-
€HTBI POICTBA MEXAY POAUTEISIMA U TIOTOMCTBOM Ha-
xonsarcs B npeneiiax ot 0.5 mo 1. I[Ipsimoe comocTaBite-
HY€ TEHOTUIIOB MPEANojaraéMbIX pOIUTEJICH 1 IIOTOM-
KOB MO3BOJISIET TOYHO YCTAHOBUTH WJIM OTBEPrHYTb
daxkT ponuTenbCTBa. AHAJIOTMYHO MOXHO OIIPEAC/ISTh
MPUHALIEKHOCTh KOHKPETHOM IITUIIBI K ITIyJTy POI-
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Puc. 2. CpenHue 3HaueHUSI KOadduimeHToB poactBa RI, LRM v QGM B TOTalbHBIX BEHIOOPKAX M MEXIY CUOCAMU: @ — Kpede-

TBI, 6 — 0aI00aHbI, 8 — callCaHbl.

CTBEHHUKOB. AHAJIN3 COYETaHWsI TEHOTHUIIOB CIICAyeT
MPOBOJUTD C YUETOM BO3MOXKHOCTU HAJTWYUsI HY/Ib-ajl-
JIeJIeil TI0 OTHOENIBHBIM JIOKYCaM WUTH BEPOSITHOCTH MX
BO3HUKHOBEHUS de novo (0OBIMHO 3Ta BEPOSITHOCTH HE
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npesbimaer 1 X 1073 ciyyaeB Ha JIOKYC Ha IOKOJIe-
HHE).

BHenpeHne cucteMbl 'eHeTMYECKOM ITacIiopTU3a-
LU B pabOTy MUTOMHUKOB MOXET [IOMOYb HE TOJIBKO B
MACHTU(UKAIIMNA OTHCITBHBIX 0CO0CH, HO M IPOBEPKE
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Puc. 3. Pacnipenenenue monapHbiX KO3(p(pUIIMEHTOB PONCTBA B TOTATBHBIX BUIOBBIX TPYMIIAaX U B IUagax CUOCOB: a, 6 — Kpe-

YEeThl; 8, 2 — OAI0OAHDI.

MPOMCXOXACHUS IITHLI OT 3asIBIICHHBIX POIUTEIIEH
(KOHTpOJIb pPE3yJbTaTOB CKpEIIMBaHU:). BBeneHue
JAHHBIX METOAWK B IMPAKTUKY KPUMUHAIMCTUYECKO
TeHeTUYeCKOM SKcepTu3kl [51, 52] MoXeT OBITH BOC-
TpeOOBAHHBIM TIPU CO3TAHWM JOKa3aTeJIbHOM 0Oa3bl
IUUISI TPUHSITUS pellleHUi B CyeOHOM MpaKTUKe.

PaGota BbiNosIHEHA TPU YaCTUUYHOM (hMHAaHCOBOI
noaaepxke 1Mo Teme locymapcTBEHHOTO 3agaHus
MuHUCTEpCTBAa HAYKU U BhIclIero oopazoBaHusi PO
st Macturyra oouieit renetnku um. H.M. BaBuno-
Ba PAH Ne 0092-2019-0007.

Bce nmpuMeHnMEIe MesknTyHapOOHEIE, HALIMOHAIb-
HBIE 1/WJIM MHCTUTYLMNOHAILHbBIE TTPUHIMIIBL YX01a
U UCIIOJIb30BaHUS XXUBOTHBIX ObLIU COOTIOAEHBI.

ABTOpBI 3aSIBIISIOT, YTO Y HUX HET KOH(MIIMKTA NH-
TEpPECOB.
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Genetic Identification and Relationship Analysis of Captive Breeding Falcons
M. M. Belokon* *, Yu. S. Belokon?, A. V. Nechaeva?, N. A. Sylvestrov®, E. 1. Sarychev¢, and I. R. Beme®

Vavilov Institute of General Genetics Russian Academy of Science, Moscow, 119991 Russia
bLomonosov Moscow State University, Moscow, 119991 Russia
“Vitasphera Co. LTD Breeding Center, Slobodino, Moscow region, 140170 Russia
*e-mail: belokon @vigg.ru

For three species of captive breeding falcons — gyrfalcon, Falco rusticolus, saker falcon, F. cherrug, and pere-
grine falcon, F peregrinus — a universal system of genetic identification based on multilocus microsatellite
genotypes has been tested. The estimates of relatedness in the species groups of birds from breeding centers
are analyzed. A set of 13 nuclear microsatellite loci makes it possible to reliably identify individuals, clarify
whether individuals belong to related groups, and in some cases makes it possible to recognize interspecific
hybrids. The results of this study can be used in breeding and introduced into the practice of forensic molec-
ular genetic examination.

Keywords: gyrfalcon, Falco rusticolus, saker falcon, F cherrug, peregrine falcon, F peregrinus, microsatellites,
identification, certification, relationship.
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Ha ocHOoBe KOMOMHMPOBAHHOI MAaTPULIbI MOJIEKYJIIPHBIX (MUTOTEHOMBI) 1 MOP(OJIOTMYECKUX ITPU3HAKOB, CO-
CTaBJICHHOM TSI COBpeMEHHBIX M ICKOTIaeMBIX BUIIOB Acipenseriformes, mpoBeneHo 6aiieCOBCKOe TaTUPOBaHUE
dwnorennu Acipenseridae. YcraHoBIEHO, YTO TIpeakoBhie TMHUM Polyodontidae m Acipenseridae pa3onuimich
npuMepHo 162 (195—137) mumH net Hasan. JIuBepreHIMs JJMHWIM B KpoHax pelieHTHBIX Polyodontidae u Acip-
enseridae Hayajgach MPAKTUYECKU OMHOBPEMEHHO TP MepeXoie OT MeJla K MajieoreHy — 72 MiH Jjiet (95—55) u
68 MuTH n1eT (93—47) Ha3an cooTBeTcTBeHHO. OCHOBHBIE IPYTIITHI TUHUIM COBpeMeHHBIX Acipenseridae cop-
MUPOBAJIUCh B OJIMTOlLIeHE—MUOLIeHe. MeauaHHbI BO3pacT COBpEMEHHbIX BUIOB Acipenseridae cocTaBu
5.2 maH net. [lorHOreHOMHBIE NyIUTMKALUK y Acipenseridae IIpon30ILIN B pa3Hble ISPUOALI BpeMeHU. Y
00IIIEeTO MpeaKa TUXOOKEAHCKHMX BUIOB OCETPOB 3TO CIYYMIIOCh MPUMEPHO 65—36 MJIH JIeT Ha3al, a y 00-
iero npenka Acipenser fulvescens, A. brevirostrum, A. gueldenstaedtii u A. baerii — npumepHo 29—15 MJIH JieT
Hazan. [Tepexon oT 4n K 61 COCTOSIHUIO TeHOMA B JIMHUU A. brevirostrum pOU30IIET BO BTOPOii MOJIOBUHE
MMoIleHa Win no3aHee. CKOPOCTh TUBEPTeHIINN IJISI BCETO MUTOTeHOMa, MUTOTeHoMa 6e3 D-metiu, mo-
cJIeIOBaTENIbHOCTEM GeIKOBBIX reHOB M D-tietiin coctaBmia 0.282 = 0.071, 0.151 = 0. 004, 0.186 = 0.014 u
2.656 * 1.192 mpolieHTa 3aMellieHHbIX HYKJIEOTUIOB Ha MJTH JIET COOTBeTCTBeHHO. [loKka3aHa orpaHU4YeH-

Hasi IpMMEHNMOCTh TEpPMUHA “XXKUBOE McKonaeMoe” K BuaaM Acipenseridae.

Karoueswie crosa: mutoxonapuanbHast JIHK, Mmopdonorusi, uckonaemble, MOJIEKYJISIPHbIEC YacChl.

DOI: 10.31857/5001667582206008X

Cpenu ceMuaecsiTu IByX OTPsIIOB COBPEMEHHBIX
Jlygenepbix pbio Actinopterygii [1], oOHuMamIIMX
oonee gem 32000 BumoB [2], 4eThIpe OTpsiga CTOSIT
OCOOHSIKOM 10 COYETAHUIO UCKITIOUUTEbHO IPEBHE-
ro BO3pacTta U KOHTPACTUPYIOLIETo C 3TUM MajioTo
YyucJia X HbIHE KUBYIIUX TIpeacTaBuTeneil: Polypter-
iformes (~383 MutH JieT — 14 BUnoB), Acipenseriformes
(~350 mun et — 27 BunoB), Amiiformes (~268 MiH
ner — 1 Bum) u Lepisosteiformes (~268 mMiaH et —
7 BunoB) [1, 2]. Orpsino Acipenseriformes, B oTimune
OT OCTAJIbHBIX TPEX OTPSIIOB, cjlaraeT He OJHO, a Ba
COBpPEMEHHBIX ceMelicTBa: BecioHocoBble Polyodon-
tidae (1Ba BUma) 1 COOCTBEHHO OCETPOBbIE Acipense-
ridae (25 BUIOB).

Kaxnplit 13 miepeyrclieHHbIX OTPSIOB MPeaCcTaB-
JIIeT cO0O0M OTACIBHYIO 3BOJIIOLIMOHHYIO JIMHUIO C
OCOOBIM TUITOM MOP(MOIOTUYECKON U TEHOMHOI Op-
ranu3anuu. CpaBHUTEIbHBIE UCCIIENOBAHUSI T€HO-
MOB MpEACTABUTENIENl 3TUX 3BOTIOLMOHHBIX JIMHUIA
MOTYT MHOTO€ JaTh IJIsl IOHMMaHUs TOro, Kak (op-
MHUpPOBAJIOCh Pa3HOOOpasue He TOJbKO Jy4eIephbIX
PBIO, HO 1 TIO3BOHOYHBIX B LIEJIOM.

OceTpooOpa3HbIe MUHTEPECHBI TEM, YTO UX IBOJIIO-
LIS COTTPOBOXKAAIaCh MHOTUMHU payHIaMU MOJTHOTE-
HOMHBIX ayruinkauuii [3, 4]. B HacTosgmiee BpemMs B
GenBank nMeeTcst BoceMb COOPOK MOJHBIX TCHOMOB
OIHOrO BUJA BECIOHOCOBBIX U TPEX BUIOB OCETPO-
BBIX. MIX TTOMHOLIEHHBIN aHaIn3, 0COOEHHO B YaCTH
Uccaea0BaHUM (peHOMeHa TOJUILIOuAN3alun, Tpe-
OyeT 3HAHUSI BPEMEHHO IIKaabl JUBEepCUGUKALIAN
coBpeMeHHBIX Acipenseriformes.

MoteKyasipHOMY JaTUPOBaHUIO PMIIOTEHUN Aci-
penseriformes ObLIM CIELIMATBHO TOCBSIIEHBI TPU
nccienoBaHust [5—7]. Y1 Bce Tpu paboOThI, HA HaII
B3MJISIA, UMEIOT CYIIECTBEHHbIE HEIOCTaTKW, KOTO-
pble HE TO3BOJISIIOT TTOJIHOCTBIO TOBEPUTHCS UX pe-
3yJibTaTaM.

B nByx paborax [5, 6] oTcyTCTBOBaIM HEOOXOMU-
Mbl€ BHEIIIHUE TPyNIibl. MICriob30BaHHBIE B 9TUX pa-
0oTax METOIbl MOJIEKYJISIPHOTO JaTUPOBaHUS TPEOy-
10T ¢pMKcalMy Bo3pacTa KOpHS (PUIOTreHETUUECKOTO
nepesa. Kak npaBujo, Korna B pacuerax 3aeicTBoO-
BaHO HECKOJIbKO BHEILIHWX TPYMIl, 3aJaHHBIA 3apa-
Hee BO3pacT KOPHS AepeBa (OH HYXeH /ISl TIepBOHa-
YaJIbHOM HACTPOMKM XOJa “MOJIEKYJISIPHBIX 4YacOB”)
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MpaKTUIECKN He CKa3bIBAaeTCs Ha OILIEHKAaX BO3pacTa
B TOI 4yacTU (PUIOTeHUM, KOTOopasl SIBJIsIeTCS] 00beK-
TOM MccienoBaHus1. TeM Oosiee, KOrga B MOCICOHEN
MMEIOTCS HaleXXHbIE penepHbIe TAaTUPOBKMU. 3MIECh
K€, B OTCYTCTBME BHEILIHUX T'PYIII, @ priori IPUHSITHIA
BO3pacT KOpHs AepeBa 10 CYTU MpeaoNpeIe/ I Bpe-
MEHHBIE paMKM XPOHOTPaMMBbI (T.€. COCTaBMJI MCKO-
MBI pe3yabTar). B utore B omHOM cilydyae 3aJaHHBIN
MaKCUMAaJTbHbBII BO3pacT KPOHBI pelICHTHBIX Acipenseri-
formes B 200 MJTH JIeT ITpeBpaTHiIcs B OLIeHKY 184.4 MiTH
neT (95%-Hblil NTHTEpBaJl HAWBBICIIIEH alTOCTEPUOPHOI
otHocty, uian HPD:150.0—199.5) (Fig. 1, Table 3 —
[5]). B opyrom ciydae ToT ke Bo3pacTt B 200 MJIH JIeT,
NPUHATBIM KaK MaKCUMAaJbHbIN, MPUBE]I K OLIEHKE B
204.1 muta et (HPD:180.3—233.6) (Fig. 3, Table S8 —
[6]). datupoBKa Bo3pacTa KpOHBI iepeBa peLleHTHBIX
Acipenseriformes B 3Tux pabdoTax 0asupoBajiach Ha
HaxoIKe MCKOIlaeMoro mpencraBurtenas Polyodonti-
dae u3 I'orepuBckoro (Hauterivian) sipyca HikHero
Mesia. OgHAaKO BO3pacT 3Toi popMalluy OrpaHNYeH
npenenamu 129.4—132.9 muH net [8], a He npocTupa-
eTcs mo Havaja 1opsl (200 mutH JeT). B npyrux pa6o-
TaX, B KOTOPBIX JaTMpOBaHue (PUTOTEHUN OCETPOBBIX
He OBbLJIO OCHOBHOIA 1I€JIbIO, a SIBJISIJIOCH JIMIID YaCThIO
OOJIBIIIOTO MCCAEIOBAHMS U IIPOBOAMIOCH IIOIIYTHO
Ha JaHHBIX M0 €IMHUYHBIM BUIIAM, PacCUMTaHHbBIA
BO3pacT KPOHBI icpeBa pelicHTHEIX Acipenseriformes
OKasaJicsl HAMHOTO MoJioxe — okoJio 131 ([9]: Fig. 2)
win 139 ([1]: Fig. 2, Supplement 2) miaH Jet. [Ipen-
CTaBJISIETCS, YTO BCe TaTUPOBKU B paboTax [5, 6] vc-
KYCCTBEHHO 3aBbIIIIeHHBIE.

KpoMe maTrpoBOK, BBI3BIBAIOT BOIPOCHI M AaH-
Hbl€, OJIOXXEHHbIC B OCHOBY paboT. ITo kpaitHeit Me-
pe YacTb M3 UCHOJb30BAaHHBIX B paboTe [5] maHHBIX
OYeHb HU3KOro KadyecTBa. K mpumepy, 3ameiicTBO-
BaHHbIE B pacyeTax Mocjaea0BaTeIbHOCTU MUTOXOH-
JIPUAIBbHOIO TeHa ILIMTOXpoMa b aMypCKOro oceTpa
Acipenser schrenckii (GenBank: AJ251451) u cect-
PUHCKOTO K HeMy Oeyioro ocetpa A. fransmontanus
(GenBank: AB042837) paznuyanuck no 28 HYKJI€O-
TUIHBIM ITO3ULIMSM. JIBE TPETH M3 3THUX 3aMEH B ITOCJIC-
JYIOIIMX paboTaxX MOATBEPKACHBI He ObLIU — JIETOHM-
poBaHHas B 1999 r. mocnenoBareabHOCTh AJ251451 ot-
JnJaeTcsl TMpuUMepHO 10 1.5% HyKICOTHIHBIX
MO3ULIMK (HaOJIFogaeTcsl HECKOJIBKO 3aMEH CO CIBU-
TOM paMOK CYWUTHIBAHMSI) OT MHOXECTBA OPYTUX
“cBexXnx” mocienoBaTeIbHOCTe TeHa IUToXpoMa b
aMypCKOro oceTpa, pa3MellleHHbIX B JIeNo3uTapuu
GenBank. OTcoga MOXHO HOHSTH, UTO BpeMs IV-
BEepPIreHIINU 3TUX BUOOB, OTIpeleIcHHOe B padorte [5],
MHOTI'OKpaTHO 3aBbIllieHO. B 3T0i1 paboTte, KpoMe ne-
peBa-XpOHOrPaMMEI, IIOCTPOEHHOIO Ha OCHOBE I10-
clieqoBaTeIbHOCTEM TeHa IIMTOXpoMa b, OblJIa TaKKe
MoJiydeHa XpoHorpamma, 0a3MpoBaBIlIasiCsSl Ha aHa-
JIN3€ TIOJIHBIX MUTOT€HOMOB. DT IBE HaTUPOBKU B
JIeTajisIX JOBOJBHO CYIIECTBEHHO pa3IMYalucCh. 3a
OCHOBHOI1 pe3y/bTaT aBTOpaMM ObLIa TIPUHSITA Mep-
Bast XxpoHorpaMmma (reH HuToxpoMa b), a Bropasi ObLj1a
pa3MelnieHa B MpUJIOXKEHUH K cTaThbe [5].
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PesynbTaThl eile omHOI paOOTHI, ITOCBSIIEHHO
MOJIEKYJISIPHOMY HaTUPOBaHUIO (PUIOreHUuMn Acip-
enseriformes [7], Takke BBIZBIBAIOT BOIIPOCHI. Tak,
MUTOI€HOMBI B Iapax cpaBHEHUSI A. medirostris u
A. mikadoi, Scaphirhynchus albus w S. platorynchus
MaJIO OTJIMYAIOTCS APYT OT OAPyra — COOTBETCTBEHHO
0.003 1 0.001 3amelIeHHBIX HYKJIEOTUIOB Ha MO3ULIUIO
(xoHTpOoMpyrommii yaactok MTIHK mnckmoueH; pac-
YyeT MPOU3BEJIEH Ha ITOC/Ie0BaTEIbHOCTSIX, 3arpyKeH-
HbIx 13 GenBank comtacHo HoMepaM J0oCTyIa, yKa3aH-
HBIM B pabote [7]). OnHako BpeMsl IUBEPIeHILIMU 3TUX
BUJIOB B [IEPBOM CJIy4ae COCTaBWIIO 3 MJTH JIET, a BO BTO-
poM — 25.4 mun et (Fig. 3 B [7]). OTiiyumst Murtore-
HOMOB A. sturio u A. oxyrinchus, HaipOTUB, 3aMETHO
(Ha mopsaok) Beiie — 0.032 3aMelIeHHBIX HYKJIEO-
TUAOB Ha Mo3ulvio. OgHAKO OlleHKa BPEMEHU IU-
BepreHuu A. sturio u A. oxyrinchus oxaszajach He-
oxuganHo mana — 0.9 muH ser (Fig. 3 B [7]). Uem
00yCIIOBJIEHBI 3TU CTPAHHOCTH, He ICHO. BO3MOXHO,
aBTOPBI YTO-TO HAaIyTaJId B MaTpUlle JaHHBIX. BpeM:t
IUBEPTeHIIMU IIPeNKOBbIX JuHUiI Polyodontidac u
Acipenseridae aBTopamMu ObLIO (PMKCHUPOBAHO B BUIL
uHTepBana B 120.8—201.5 maH net. dpyrue xanuo6-
POBKHU i1 KPOHBI JepeBa PELEHTHBIX Acipenseri-
formes OTCyTCTBOBaJIM, YTO TaKXe CHIDKAeT IICH-
HOCTb 3TOI pabOTHI.

B nmocnenHue rogbl ycnemHo pa3BuBaeTCs TTOIXO]T
K JaTupoBaHUIO (DUIOTEHUU IIyTEM COBMECTHOIO
aHajiM3a MCKoMaeMbIX (MCIOIb3yITCs MOPdOI0oTru-
YyecKHre JaHHbIe) U PEeLEHTHBIX (MCIOJIB3YIOTCS KakK
Mopdooruueckre, Tak U MOJIEKYJISIpHbIE JaHHbIE)
BuaoB [10]. ToMonornuHsie MopdosoruyecKre Xxa-
PaKTEPUCTUKU UCKOIMAEMbBIX U PELIEHTHBIX TAKCOHOB
OOBENVHSIIOTCSI B OMHY MaTpUILy, KOTOpask aHATU3UPY-
€TCs1 BMECTE C MOJIEKYJISIPHBIMU TJAHHBIMU 110 PELIEHT -
HBIM TaKCOHaM. DTO JaeT BOBMOXHOCTb, 0a3upysiCh Ha
U3BECTHOM BO3pacTe MCKOIAaeMbIX TAKCOHOB U MOJE-
JIUpysl TIpOLIeCC BUAOOOpa3oBaHUsI, BBIMUPAHUS, CO-
XpaHEeHUsI 1 OOHapYKEeHUsI MCKOIaeMbIX OKaMEHEJIO-
CTeli, MPOBECTU AaTUPOBaHKE BETBJIEHUI CyMMapHOTO
dunoreHeTnyeckoro Aepena. [1pu aTom GaitecoBckuii
aHaU3 TO3BOJSIET YYWUTHIBATh KaK HEONpenesieH-
HOCTb B PacIojOK€HUUM HMCKOIAaeMbIX U PELIEHTHBIX
BUIOB Ha JIepeBe, TaK U HEONPEAEIEHHOCTb B OLICH-
Kax BpeMeHM ux nuBepreHuunu. [lokaszaHo, 4To naH-
HBII TIOAXOMA OIpaBIaH Iaxe MPU MCMOJIb30BaHUU
MaTpull ¢ OOJBIIMM KOJUYECTBOM HE3aIOJIHEHHBIX
MO3ULIMI, YTO SBJSIETCS] OOBIYHBIM JJIsI JAHHBIX, Xa-
PaKTepHU3YIOLINX UCKOITaeMble TaKCOHHI [11, 12].

Lenp HacTosIeil paboOThI COCTOSIJIAa B ITPOBEACHUM
MOJIEKYJIIPHOTO TaTUpOoBaHUsI UtoreHnu Acipenseri-
dae Ha OCHOBE COBOKYIHOTIO aHajiu3a MOp(oJiornye-
CKUX Y MOJICKYJISIPHBIX JAHHBIX, C BOBJICUEHVEM B HETO
BCeX MOAPOOHO UCCIeTOBAHHBIX UCKOITAeMbIX BUIOB
Acipenseriformes.



702

MATEPHAJIBI U METOJbI

Martepuaiaom aJisi padOThI MOCIYKUIN YKe OImy0-
JIMKOBaHHbIE TE€HETUYeCKMe U Mopdoorunyeckue
naHHble. [lepBble COCTOSUIM M3 MOCJIEA0BATENbHO-
cTeil 23 TOJIHBIX U IBYX (pparMeHTapHbIX MUTOXOH-
JIpUAJIbHbIX TEHOMOB OCETPOOOpAa3HbIX, B3SITHIX U3
6a3el GenBank/NCBI (4acTh 13 HUX ObLIa CEKBEHU-
poBaHa HamMHu paHee [ 13, 14]) u ipeacTaBISIIOIINX BCE
OCHOBHOE pa3HOOOpa3ue COBpeMEeHHbIX Acipenseri-
formes: nBa BMIa BECIOHOCOBBIX M 21 13 25 coBpe-
MEHHBIX BMAOB OCETPOBBIX (Tadi. 1). ATimaHTuye-
CKMIA oceTp ObUI MpeAcTaBieH IBYMS MOABUIAMU, a
aMypCcKUil OceTp — MMUTOT€HOMaMU U3 JBYX €ro
MtJIHK-ramiorpynmn [14, 15]. ITpu noctpoeHuu duio-
reHetrdeckoro aepeBa no MtJHK-maHHBIM, ¢ LIEIbIO
CTaOMIIM3MPOBATh IOJOKEHNE KOpHS Acipenseriformes
(ryTem nepeyoMa JJIMHHOW BETBU, CBSI3bIBAIOIIIEI BeC-
JIOHOCOBBIX M OCETPOBBIX) B aHAJIM3 B KAYECTBE BHEIII-
HUX IPYyMIT BBOIWJIKWCH IJaHHbIE 10 MUTOTEHOMAaM OJTHO-
ro Buga aMmueBbix Amiidae (Amiiformes) u AByx BUIOB
MaHLMPHUKOBBIX 1IyK Lepisisteidae (Lepisosteiformes)
(Tabm. 1).

[MocnenoBaTeIbHOCT MUTOT€HOMOB OBLIA BBI-
paBHEHBI ¢ oMmolbo nmporpammel MAFFT v6 [16].
3areMm c romolibio mporpamMmbl RDP v3 [17] oHu ObI-
JIV TIPOTECTUPOBAHBI Ha IIPEIMET IIPUCYTCTBHUS B HUX
Y4acTKOB C IIpuM3HakKaMu pekomOuHauuu. Ilocien-
HsISI MHOTIA UIeHTU(PUIIMPYETCsS KaK apTeakT, IIpu
cOOpKe MUTOT€HOMOB 1O pe3y/IbTaTaM CeKBEHUPOBa-
HUS KopoTkux ¢pparmentoB JHK, ammaindunmpo-
BaHHBIX C IIOMOIIBIO ITOJIMMEPAa3HOM LIEITHOI peak-
M U1 pa3HBIX BUIOB B OOHO BpeMsI B OMHOM J1a00-
patopuu. Takue moOmO3pUTENIbLHBIE YJ4aCTKM OBIIH
HaigeHBl B HECKOJIBLKUX JIEIOHMpPOBaHHBIX B Gen-
Bank mmrorenomax: KJ402277 (paiion reHa COI),
KJ174513 (paiionsl reHoB ND4L, ND4) u AJ585050
(paitonbl reHoB COI, ND4, ND5, ND6). B aTux Muto-
TeHOMaX HyKJICOTUIHBIE TTO3UIINHY C IIOA03PESHUEM Ha
pEeKOMOMHAIINIO OBIJIM 3aMEIIeHBl 3HAKOM BOIIpOcCa.
Jlanee mocienoBaTeIbHOCTU ObLIM pa30MThI HA OT-
JleJIbHbIe TeHbl U ¢ moMolllblo nporpaMmbl MAFFT
OKOHYAaTeJIbHO BbhIpaBHEHHI. [1ociie 3Toro 651710 Mpo-
W3BEICHO OObeNMHECHUE WHAWBUIYaJIbHBIX BBIpaB-
HuBaHuii. CyMMapHasl MaTpuila TeHETUISCKUX TaH-
HBIX OblIa IPOCMOTPEHA U YYaCTKU C JABYCMBICICH-
HBIM BbIpaBHUBaHMEM, a TaKKe BCE CTON-KOHAOHEI B
0EJIOKKOOUPYIOIINX TeHaX ObUIM MCKIIoUueHbl. KoH-
TpoJUpYIOLIUK ydacToK (D-netist) B hujioreHeTn4ye-
CKUi1 aHaJIN3 BKJIIOYEH HE OBLI IO IMPUYMHE €TO BbI-
COKOII CKOPOCTU 3BOJIIOIIMU Y OCETPOBBIX PbIO, HA
MOPSIOK OTJIMYAIOIIEUCS OT OCTAIILHON YaCTU MUTO-
XOHApHUaJIbHOTO TeHoMma [ 13, 14].

I'eHeTnueckasl cocTaBisiionlasi CyMMapHoOil Mat-
PMLIbI TaHHBIX ObLIa Toapas3aesieHa Ha IIeCTh, Mpea-
MOJIOXKUTEbHO CTPYKTYPHO OJHOPOMHBIX, OJIOKOB
HykieotuaoB: (1) mepsas, (2) Bropas u (3) TpeTbs
MO3ULIMU KOIOHOB 12 6eloK-KOAUPYIOIIUX TeHOB;
(4) reH ND6, xomupyeMblii B OTJIMYKE OT IPYTUX re-

TEABKO

HOB 6eJIKoB JieTKoi nemnbio MTIHK n mMmerommmii mo
3TOU MPUYUHE UHOM YaCTOTHBINA CIHEKTP HYKJIECOTU-
IIOB; TeHBI (5) pnGocoOMaTbHOM 1 (6) TpaHCTIOPTHOM
PHK. JIng xaxmoro m3 3THUX OJIOKOB C ITOMOIIIBIO
nporpammbl PAUP v4a (c6opka 167) [18] Ha ocHOBe
BIC-kpurepus 6bu1a nmogodpaHa onTUMalibHasE MO-
Ienb HyKJieoTuaHbIX 3amelneHuii: GTR + 1 + G,
TN + 1, TtIN + 1+ G,, HKY + G4, TTIN + 1 + G,
HKY + I+ G, coorBeTcTBeHHO. MICII071B30BaHNE MO-
JIe I HYKJICOTUIHBIX 3aMelneHuit TrN B mporpamMme
MrBayes [19] He mpenycmotpeno. [1loaTomy mipu pac-
yeTax B 3Tol mporpamme Mojesb TrN Oblia 3aMeHe-
Ha Ha 0113Ky10 K Heil Moaens — HKY.

Mopdonoruyeckass 4acTb CyMMapHOil MaTpUIIbI
IaHHBIX (CembMoOe €€ IToApa3lesIcHUE) COCTOsIIa M3
KOMOMHAILIUM IBYX MaTpUII, XapakTepru3oBaBmux 11
KUCKOITaeMbIX U 12 COBpeMEHHBIX BUIOB OCETPOOO-
pa3HbIx (Tabn. 1). DTu gaHHBIE OBLIM B3STHL U3 IBYX
pa6ot [20, 21], B KOTOPBIX MCCIEIOBAIMCh (PUIOTS-
HETUYECKHUE CBSI3U MCKOIMAeMbIX IpeacTaBuTeleit
Acipenseriformes Ha pa3HOM, 4acTbhIO IIEPEKPHIBAIO-
memcsl, Habope BUIOB. HekoTtopbple M3 NMpU3HAKOB
MPUCYTCTBOBAIM B 0O0OEUX MaTpUIlaX, HO UMEJIN HEOIU-
HAKOBYI0 (bOPMYIMPOBKY MX COCTOSHMIA. MaTpuiibl
OBIITN OOBETMHEHBI KaK €CTh, 0€3 ITIOITBITOK UX PEBU3NH.
Takum 06pazomM, MopdoTormuecKre Mpru3HaKku, BCTpe-
YapIIMecss B 000MX MAaTpMIIaX, MOJIYYWIM OOJIbIINIA
BEC, OTpaXkalollnii, KaK JTyMaeTcsl, OObIIYyI0 HaaeX-
HOCTh MHTEPIPETALIMU COCTOSTHUM MTPU3HAKOB Y UCKO-
IMaeMbIX OCTATKOB oceTpoobpa3HbIx. Ilocne nckmoue-
HUYSI U3 OPUTMHAIBHBIX MAaTPUILl UHBAPUMAHTHBIX MOP-
¢onornyeckumx NMpU3HAKOB B CEAbMOM TOApa3ae/eHUN
00BEIMHEHHOM MaTPHUIIbl JaHHBIX oKa3zanaoch 100 mo-
3ulmii. PuaoreHeTMUECKUii aHaIu3 Mopdosornye-
CKMX TIPU3HAKOB 0a3MpOBaAJICSI HA 3BOJTIOLIMOHHON MO-
nem MK [22] ¢ 4eTBIpbMST KaTeropusIMA TaMMa-pac-
npeaeneHus ckopocteit ux “myrupoBanus” (MK + Gy).
ITpu 5TOM 1U1s1 MPU3HAKOB C COCTOSTHUSIMU OoJiee IBYX
OBLIO HAJIOXKEHO OTpaHMYECHUE — IIEPEXOIbI JOITyC-
KaJINCh TOJBKO MEXIY CMEXHBIMU COCTOSHUSIMU
(“Ctype = ordered”).

baiiecoBckuii puioreHeTUUECKUA aHAJIN3 UTOTO-
BOM CyMMapHOM MaTpUIIbl JAaHHBIX, Pa3MEPHOCTHIO
39 x 15728 (39 06BeKTOB MccaenoBanus, 15628 HyK-
JICOTUIHBIX TMO3ULIMI, MOApa3lesIeHHbIX Ha IIECTh
6;10K0B, 1t0c 100 MopdoIornyecKux Mpu3HaAKoB B
cebMOM OJIOKE), BHITIOJHSIIN C TIOMOIIBIO IIPOTpaM-
MBI MrBayes v3.2.7a. /I KaxIoro U3 CeMH Mmoapas-
JIeJICHUII MaTpUIBl IapaMeTPbl MOAeJIeii SBOIIOLNN
OLICHMBAJIUCH II0 OTHEJIbHOCTU. AHAJIN3 BKITIOYAT B
cebs 3amycK yeThIpex Leneit MapkoBa ¢ IpOTSKEH -
HocTb1o B 80 X 10° I1aros ¢ 0T6OPOM KaxK10TO ThICSY -
HOTO M3 TeHepUPOBAHHBIX AcpeBbeB. IlepBrie 25%
MOJIyYEHHBIX IePEBbEB OTOPACHIBAIINCH, 4 OCTABIIIME-
Csl UCTIOJIb30BAJINCH JJIS [IOCTPOSHUSI KOHCEHCYCHO-
ro (pUJIOreHeTUYECKOTO IepeBa U MOJIyYeHUs OLIEHOK
anoCTepPUOPHOI BEPOSITHOCTU €r0 BETBICHUI. Ddh-
¢dexTuBHBIM pa3Mmep Beioopok (Effective Sample Size,
TEHETHKA Ne 6
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Ta6omuna 1. Mcnonb3oBaHHbIN MaTepuall 1o Acipenseriformes u 1ByM BHeIIHUM TpynnaM — Amiiformes u Lepisostei-
formes: mutoreHombl (Homepa goctyna B GenBank/NCBI) u Mopdoiiornuyeckre npu3Haku (IaHO CyMMapHOE YUCJIO
MIPU3HAKOB U YUCJIO MHDOPMATUBHBIX TPU3HAKOB, XapaKTepU30BaBIINX TOT WX WHOM BUL)

Mopdosorust
Bun MuTtoreHoMm
n=43[20]|n =57 [21]
Acipenseriformes
TChondrosteidae
+Chondrosteus acipenseroides Agassiz, 1844 41 45
TStrongylosteus hindenburgi (Hennig, 1925) 36
T Peipiaosteidae
F Peipiaosteus pani Liu and Zhou, 1965 42 40
T Peipiaosteus fengningensis Bai, 1983 43
T Yanosteus longidorsalis Jin et al., 1995 43
Y Liaosteus hongi Lu, 1995 32
Polyodontidae
t Protopsephurus liui Lu, 1994 41 43
T Paleopsephurus wilsoni MacAlpin, 1941 35
+Crossopholis magnicaudatus Cope, 1883 41
Psephurus gladius (Martens, 1862) AY571339 43
Polyodon spathula (Walbaum, 1792) KU985086 42 52
Acipenseridae
F Priscosturion longipinnis Grande et Hilton, 2006 40
TAnchiacipenser acanthaspis Sato, Murray, Vernygora et Currie, 2018 36
Acipenser oxyrinchus oxyrinchus Mitchill, 1814 KP997217 43 57
Acipenser oxyrinchus desotoi Vladykov, 1955 KP997218
Acipenser sturio Linnaeus, 1758 KP997216
Acipenser dauricus Georgi, 1775 KJ402277
Acipenser medirostris Ayres, 1854 KM591217
Acipenser mikadoi Hilgendorf, 1892 KX276658
Acipenser dabryanus Duméril, 1869 KP981414
Acipenser sinensis Gray, 1835 KJ174513
KX276659,
Acipenser schrenckii Brandt, 1869 KX276660*
Acipenser transmontanus Richardson, 1836 AB042837 43 57
Huso huso (Linnaeus, 1758) AY442351 43 56
Acipenser ruthenus Linnaeus, 1758 KF153104 56
Acipenser stellatus Pallas, 1771 AJ585050 57
Acipenser nudiventris Lovetsky, 1828 KU321569
Acipenser fulvescens Rafinesque, 1817 KU985070 57
Acipenser brevirostrum LeSueur, 1818 KX817311 43 57
Acipenser gueldenstaedtii Brandt et Ratzeburg, 1833 FJ392605
Acipenser baerii Brandt, 1869 JQ045341 57
Scaphirhynchus albus (Forbes et Richardson, 1905) AP004354
Scaphirhynchus platorynchus (Rafinesque, 1820) KU985071 43 57
Pseudoscaphirhynchus hermanni (Kessler, 1877) EF484342** 57
EF484343,
Pseudoscaphirhynchus kaufmanni (Kessler, 1877) DQ202326,
DQ202325%** 43 57

TEHETUKA TtomM 58 Ne 6 2022
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Ta6mma 1. OkoHuaHue

TEABKO

Mopdomaorust
Bun MuTtoreHoMm
n=43120]|n=57[21]
Amiiformes
Amia calva Linnaeus, 1766 AB042952
Lepisosteiformes
Lepisosteus oculatus Winchell, 1864 AB042861
Atractosteus tropicus Gill, 1863 KJ531198

ITpumeuanue. T — TaKCOH, U3BECTHBIN TOJIBKO B HCKOoNaeMoM coctosHuu; * — MtIHK-ramtorpynna BG u SM cooTtBeTcTBeHHO [15];
** — qaCTUYHBIN MUTOTEHOM (T€H IIMTOXpOMa b); *** — qaCTUUHBINT MUTOTEHOM (TeH LIMTOXpoMa b, hparMeHT cyowrenuHuIlsl 11 uro-

XpoM ¢ okcunasbl u pparmeHT 12S pPHK cooTBeTcTBEHHO).

ESS) nns Bcex KOHTpOIMpYyeMbIX ITapaMeTpoB Oaiie-
coBckoro a"Haymm3a oe11 1000 1 6011ee. C mersro mpo-
BEPKM BOCHPOU3BOAUMOCTH pPE3YJbTaTOB aHaJIU3
MPOBOJUJICS B HECKOJILKUX MTOBTOPHOCTSIX.

baiiecoBckoe maTMpoBaHME IIPOBOAMJIOCH IIpU
cleayrimnx yciaoBusx. @uioreHeTU4ecKoe I1epeBo,
MOJyYEHHOE Ha MpeablayllieM 3Tarne, GUKCUPOBAHO
He OBLIO, a CTPOMJIOCH 3aHOBO. [lapaMeTphl 3BOIIO-
LIMOHHBIX MOJieJieii 9BOJIIOLIMM TTPU3HAKOB MOBTOPSI -
JIM IpeOBIOyIINi BapuaHT aHanu3a. [ anpruopHoit
BEPOSITHOCTH (IIPUOP B JAJIbHEMIIIEM) BO3pacTa Iepe-
Ba ObLJIO B3SITO CMEIIEHHOE 9KCITOHEHIIUATbHOE pac-
MpeaesieHre: MUHAMAIbHBIN Bo3pacT — 200 MIIH J1eT,
cpenanit — 244.7 muH et [“prset treeagepr = offset-
exponential(200, 244.7)”]. Yto B pe3yabTaTe AaBajio
5%-Hblit 1 95%-Hblil KBAHTWIA BO3pacTa KPOHKI Iepe-
Ba Acipenseriformes B 202.3 (mpuMepHbIid BO3pacT UC-
kortaemoro Chondrosteus) n 333.9 (Bo3pacTt uckormnae-
moro Platysomus — BO3MOXKHOI OJIVDKaMIIIed K OCETPO-
o0pasHbIM JMHUM JIydenepbix [23]) MIH JIeT
COOTBETCTBEHHO. Bo3pacT 11 nuckoraeMbix mpeacTaBU-
Tesieii Acipenseriformes ObLT B3SIT KaK (DMKCHPOBaH-
HbIli, OTpaXkarolIMii MaKCUMaJbHbIA BO3PacT SIO0XU
CJI0EB C OKaMEHEJIOCTSIMU JIM0O TOUHbIN BO3PACT MOPO-
IBI, comepxaieil nx (tadn. 2). MckomaeMbIM BUIaM
pa3pelraioch He TOIBLKO HAXOAUTHCS B BUIE CAMOCTOSI -
TeJIbHOM BETBU Ha JepeBe, HO U OKa3bIBaThCsSl B BUJIEC
MIPOMEKYTOYHOI CTaauy Ha BETBU, BEAYILCH K IPYTUM
BUIaM: “prset samplestrat = random”. Jlonst coBpeMeH-
HBIX BUIIOB, IPEICTABJICHHBIX B aHaIM3e: “prset sam-
pleprob = (0.84”. BkinioueHure 1aTMpOBaHHBIX UCKOIIA-
€MBIX OCTAaTKOB B aHAJIN3 OCYIIIECTBIISIJIOCH Yepe3 BbI-
0op Tipuopa Ipoliecca pPOXIAEHUSI-TUOeau ISt
nckonaeMbix BuaoB [10]: “prset brlenspr = clock:fos-
silization”. TIpnop st HETTO-CKOPOCTH TUBEPCUDU -
Kalluy B YKa3aHHOU MoJieIu ObLI IMPUHST KakK “prset
speciationpr = exp(0.05)”, yto maBamo 5%-HbIil U
95%-Hblii KBAaHTWIA BUIO0OPA30BATEIIBHBIX COOBITHUIA
Ha MJTH JieT, paBHbie 0.003 u 0.15. ITpuop ckopoct My-
THUPOBAHMS CJIEIOBaJ JIOTHOPMAaJIbHOMY paclipeeie-
HuIO: “prset clockratepr = lognorm(—6.64, 1)”. D10 co-
OTBETCTBOBaAJIO cpenHent ckopoctu 0.00215 3ameH Ha
MJIH JIET Ha TTo3ULMIO (5%-Hblii 1 95%-Hblil KBAaHTU-
g — 0.00025 1 0.00700). ITockoabKy IJIMHBI CMEX-

HbIX KOHEYHBIX BETBEM U CMEXHBIX Kjaja B O6aliecoB-
CKOM (umIoreHeTH4ecKOM nepeBe Acipenseriformes
BapbUPOBAIM B IIWPOKUX Mpeaeaax, YTO CBUISTEIb-
CTBOBAJIO O PE3KUX UBMEHEHUSIX CKOPOCTH SBOJIIOLIMU B
COCEIHUX BETBSX IAePeBa, TO MOIEIb “MOJIEKYISIPHBIX
yacoB” IGR [36], e Kaxmas BETBb UMeET COOCTBEH-
HYIO CKOPOCTb, B3SITYIO U3 TaMMa-pacripeaeeHus, Obl-
Jla TIpUHATA KaK ameKBaTHas Ui JaHHOW CUTYaITWM.
IpOTSKEHHOCTh aHAIM3a cocTaBisiia Te xke 80 X 10°
1IaroB ¢ 0TOOPOM KaxKIoro TeicstTuHoro. M3 oroopaH-
HBIX TiepBasi 4YeTBEepTh IIIaroB OTOpachiBajach, a
OCTaBIIIHECS UCIIOIB30BAINCH IIJIsI JaTUPOBaHUS (p1I-
JIOTEHETUYECKOTO JepeBa M OIIEHKHU COITYTCTBYIOIINX
nmapameTpoB. 111 BceX KOHTPOJIUPYEMbIX TTapaMeT-
poB OaliecoBCKOTO aHanm3a, kpoMme clockrate, ESS
coctaBuia 1000 u 6oiee (nyis clockrate — 820). Ananus
MMPOBOJIUJICS B HECKOJBKUX MTOBTOPHOCTSIX C TIPOBEP-
KOI pe3yJIbTaTOB Ha CXOMMMOCTb.

PE3VYJIBTATDI

CormacHO MpoBeIeHHOM (PUITOTEHETUIECKOM pe-
KoHcTpyknuu (puc. 1) cemeiictBa Polyodontidae u
Acipenseridac MoHOMMIeTUUYHEI. PelleHTHBIE BHOBI
Acipenseridae cdopMupoBaaIn TPU OCHOBHBIX ITOII-
pasnesieHus: IBe JUHUU OCETPOB, pACIIPOCTpaHEH-
HBIX B OacceifHe ATIIaHTUYECKOTO OKeaHa (TepBasi —
A. oxyrinchus n A. sturio; BTopasi — H. huso, A. ruthenus,
A. stellatus, A. nudiventris, A. fulvescens, A. brevirostrum,
A. gueldenstaedtii, A. baerii, S. albus, S. platorynchus,
P. hermannin P. kaufmanni), a Takxe TUHUS TUXOOKE-
aHCKuX BUIOB (A. medirostris, A. mikadoi, A. dauricus,
A. dabryanus, A. sinensis, A. schrenckii n A. transmonta-
nus). VIckonaemblit Priscosturion 3aHsI BHEIIHIOIO,
OTHOCUTENBHO IPYyruX JUHUIN Acipenseridae, mo3m-
muio. Pacnonoxenue Anchiacipenser BHyTpU Kiaabl
COBpeMeHHBIX Acipenseridae moy4unio cirabyio momu-
IepxKy. HeycroitunBoe mo3MLMOHUPOBAaHNE UCKO-
MaeMBbIX TAKCOHOB BHYTpPHU Kianbl Acipenseridae, BbI-
3BaHHOE, BEPOSITHO, MAJIbIM YMCJIOM JOCTYITHBIX JIJIST
aHann3a PUIOTeHeTUIECKU 3HAYNMMBIX MOP(OTOTH -
YeCKMX IIPU3HAKOB, IIpUBEJIO K HU3KUM (MeHee (.95)
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Tabomuna 2. MckomaeMbie oCcTaTKA 0CEeTPOOOPa3HbIX, UCITOJIb30BaHHbIE U151 AATUPOBKU huoreHuun Acipenseridae

Takcon

CrpaTturpagudeckas XxapaKTeprucTiKa

AOCOIIOTHBIN BO3pacT
UcKomnaeMbIX (MJIH JIET)

Chondrosteidae

Chondrosteus acipenseroides
Agassiz, 1844

Strongylosteus hindenburgi
(Hennig, 1925)

Peipiaosteidae
Liaosteus hongi Lu, 1995

Peipiaosteus fengningensis
Bai, 1983

Peipiaosteus pani
Liu and Zhou, 1965

Yanosteus longidorsalis
Jin et al., 1995

Polyodontidae

Protopsephurus liui
Lu, 1994
Paleopsephurus wilsoni
MacAlpin, 1941
Crossopholis magnicaudatus
Cope, 1883

Acipenseridae
Priscosturion longipinnis
Grande et Hilton, 2006
Anchiacipenser acanthaspis
Sato, Murray, Vernygora et

Huxwss opa, arokHumit Jleitac Jopcera,
Anrius [24, 25]

HuxHsis ropa, BepxHuii Jleitac roro-3anana
I'epmanum [24, 26]

Pannssa cpegnsis opa, popmanusa Haifanggou
3aranma JIsonmn, Kuraii [20]

HuxHuit men, dopmanus Dabeigou ceBepa
Xa6ei1, Kuraii [20]

Huxnawmii men, popmanms Yixian 3amama
JIsionnn, Kuraii [20]

Huxawmii men, gpopmanms Yixian 3amama
JIsionmnn, Kuraii [20]

Huxnawuii men, popmanms Yixian 3amama
JIsionnH, Kuraii [20]

Ilepexom oT BepxHero MeJa K MmaJieoleHy,
dopmarug Hell Creek Monransl, CIIIA [29]
Pannwuii soueH, popmanus Green River
roro-3anana Baitomunr, CILIA [29]

Bepxnawmii men, popmanms Judith River
MomnTtansi, CILA [32, 33]

Bepxuwuit men, dopmanust Dinosaur Park
Ann6eptnl, Kanana [35]

201.3
(MaKCUMAaJIbHBII BO3pacT 300xu [8])

182.7
(MakcuMasbHBIN Bo3pacT 3noxu [8])

174.1
(MaKCUMAaJIbHBII BO3pacT 300xu [8])

133.9
(MakcUMaJIbHBII BO3pacT IOpo],
¢ uckormnaembiM [27])

125
(Bo3pacT nmopon ¢ uckonaeMsim [27, 28])

125
(Bo3pacT mmopox ¢ uckonaeMbiM [27, 28])

125
(Bo3pacT nmopon ¢ uckonaeMsim [27, 28])

66
(Men-maneoreHoBas rpaHuiia [8])

52.2
(Bo3pacTt nopoj ¢ uckoraembim [30, 31])

79.6 (MaKcUMAaJIbHBII BO3pACT IMOPOJ,
¢ uckonaeMbIM [34])
75.5 (MakCcMMaJIbHBIM BO3PacCT MOPO/T
¢ ickonaeMbIM [35])

Currie, 2018

OlIEeHKaM TOJAEPXXKHW BETBJICHU B OCHOBAaHUU KJla-
bl Acipenseridae, a Takke TTOpsSIIKa OObeTMTHEHMS €¢
TpeX OCHOBHBIX TofpasaeiaeHuii. [Tpu uckioyeHuun
HVICKOMIaeMbIX TAKCOHOB, a TakxKe 06J10Ka MOp(OI0TH-
YEeCKHX MPU3HAKOB, MOMIEPXKKA MPAKTUYECKU BCEX
BETBJICHUI BHYTpHU Acipenseridae CTaHOBUTCSI paBHOM
0.99—1.0 (puc. 1). MckmoueHue cocTaBisieT Kiaja,
00BbeAMHSIONAsT TUXOOKEAHCKYIO JIMHUIO OCETPOB C
OIHOI 13 IBYX JIMHUI aTJIaHTU4YeCKUX oceTpoB. ITom-
JIepXKKa TaHHOTO OOBbENMHEHMSI OCTajlaCh CpPaBHMU-
TeibHO Hu3Koi — (0.77. Ee BennmunHa oIpenessieTcs
MPUCYTCTBMEM B TaHHOM BapuaHTe aHaju3a (OCHO-
BaHHOM WCKJIIOUMTEIbHO Ha MUWTOXOHAPHUAIbHBIX
JIaHHBIX) BHEIIHUX 1JIs1 Acipenseriformes rpyrimn
(Amia, Lepisosteus u Atractosteus; Ha pUCyHKe HE MO-
KazaHbl), C KOTOPBIMU UX CBSI3bIBAIOT JJIMHHBIC BETBU.
I1pu nckKIIrOYEHU M ATUX BHELTHUX TPYTI MOMAIEePXKKa
YKa3aHHOTO OObEAMHEHUS CTAHOBUTCS CYIIIECTBEH-
Hoit — 0.94.

TEHETUKA TtomM 58 Ne 6 2022

Tonomnorus 6aiiecoBCKOiT XpOHOTpaMMBI (puc. 2)
IMOBTOPsIJIa TAKOBYIO 0aiteCoBCKOro aepena (puc. 1) u
OTJINYAaIach JINIIb TO3ULINEN Anchiacipenser — BHEIII -
Heif OTHOCUTEIBPHO COBPEMEHHBIX BUIOB Acipenseri-
dae, a He B ogHOI1 KJlage ¢ aTIAHTUYSCKUMU OCeTpa-
MU A. sturio n A. oxyrichus. I1ppamHoOii TOMYy, 10 BCei
BUINMOCTU, SIBJISIETCS BO3PACT MCKOIIAeMOT0 TaKCO-
Ha, KOTOpBIM “mepeBecuyi” ero Mop@OIOTrmYecKoe
CXOACTBO ¢ A. oxyrichus B COCTOSHUM €IMHUYHBIX
duoreHeTMYECKN 3HAYMMBbIX TIPU3HAKOB. Pacrionoxke-
HUe Anchiacipenser Ha iepeBe-XpOHOTpaMMe B 1ICJIOM
ObUIO HEYCTOMYMBOE, YTO IIPUBEJIO K CPABHUTEIIEHO
Huskoi (0.66) momaepkke MOHOMWINU COBPEMEHHBIX
npencrapuTelieil Acipenseridae. OcTaqbHBIE BETBIIS-
HUS B BHYTPM KJIagbel Acipenseridae TToaydmim cyime-
ctBeHHYI0 (0.9 1 BbIllIe) TOANEPXKKY (puc. 2).

CornacHo pe3y/bratam JaTupoBaHus (puc. 2) mpen-
KOBBIE JITHUM BECIIOHOCOBBIX I OCETPOBBIX PA30LIINICh
npuMepHo 161.5 (95%-Hbli1 MHTEpBaJ HAWBBICHICH
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Puc. 1. BaitecoBckast cxeMa (prjIOreHeTUIeCKUX B3aMMOOTHOIIIEHU I MCKOITaeMBIX I PELIEHTHBIX Acipenseriformes, mocTpoeH-
Hasi 1o coBoKyIHbIM (MTIHK, Mopdonornyeckue npusHaku — 1adj. 1) naHHbIM. Lndpsl — olleHKU 0aiieCOBCKOM MOMIEePXK-
ku (%X 100), moxy4eHHBbIE TPU UCTIOTL30BAHUM TTOJTHOTO Habopa MaHHBIX WK (OTIeJIEHbl KOCOU YepToil) B TOM ciiydae, KOraa
aHAJIM3UPOBAIIUCH TOJBKO mocienoBaTenbHOoCcT MTAHK (1ckormaemMble TakcoHbI 1 MOpdoJIorMYecKre TIpU3HAaKKM ObUIU MC-

KJIIOYEHBI).

arfoctepropHoit miotHoct, HPD:195.1—136.5) muH
JIeT Ha3al — T.e. B IOpCKOM nepuone. JuBepreHuus
JIMHUI COBPEMEHHBIX BUAOB BHYTPU BECJIOHOCOBBIX
M OCETPOBBIX HAYAJIACH IPHUMEPHO B OMMH U TOT K€ I1e-
pyoz TIpH TIepexoe OT MeJla K IajieoreHy — 72 MJTH JIeT
(HPD:95.11-54.8) u 67.6 mau et (HPD:92.9—47.3)
Has3all COOTBETCTBeHHO. OCHOBHBIE TI'PYIINbl JUHUI
coBpeMeHHBIX Acipenseridae chopMupoBaInCh B
onuroieHe—MuolieHe. Bo3pacT KOHEYHBIX BeTBEid
(unu MUCTheB) AepeBa Acipenseridae B cpaBHEHUU C
€ro OOIIIMM BO3pacTOM OKa3aJicsi CpPaBHUTEIbLHO Majl —
MeIMaHHBII BO3pacT COBPEMEHHBIX BUIOB COCTaBUII,
IO HaIlIMM pacdeTaM, 5.2 MJTH JIeT.

Yucrast (HETTO) CKOPOCTh auBepcudukauuu [37]
B KpoHe Acipenseridae, paccuMTaHHasl ¢ TTOMOIIBIO
makeTra geiger [38] Ha ocHOBe MOJIY4eHHON XpOHO-

rpamMmbl, coctaBuiia 0.0384 Buma Ha MJIH JIeT 6e3 yue-
Ta BeIMUpaHus BumoB. Ilpu momymenuun 90%-Hoii
oy BeIMepiux BugoB — 0.0182 nmuHMiA Ha MJTH JIeT.
s Bcero nepeBa Acipenseriformes, BKiTo4ast ICKO-
MaeMble TAKCOHBI, COIJIACHO pe3yabTaraM OaiiecoB-
CKOTO JTaTHpOBaHMs OHa okasaiach paBHoi 0.0110
(HPD:0.0016—0.0208).

Yrto KacaeTcsl JaTUPOBAaHUSI COOBITUIA TTOJIUTIIION -
N3l TeHOMOB OCETPOBBIX, TO UCXOIS U3 JaHHbBIX
XPOHOTPaMMBI Ha pUC. 2, MOXHO 3aKJIIOYUThb, UTO
MOJHOT€HOMHBIE TYIUIMKAIIMK B JIMHUSIX Acipenseri-
dae mpou3onuIn B pa3Hbie Nepruoabl BpeMeHU. B m-
HUU OOILETO IpeIKa TUXOOKEAHCKUX BUJIOB OCETPOB
3TO CIIYYMJIOCH MIPUMEPHO 65—36 MIIH JieT Hasan (B
MajeoreHOBOM IIePUOE), a B IMHUM OOIIEro mpeaka
A. fulvescens, A. brevirostrum, A. gueldenstaedtii n
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Puc. 2. baitecoBckast xpoHOrpaMMa KJlaforeHe3a MCKOIaeMbIX M PELIEHTHBIX Acipenseriformes, mocTpoeHHast 1o COBOKYITHBIM
(MtAHK, Mmopdoaornueckue npusHaku) 1aHHbIM. Lludpbl — 3BOMIOIIMOHHBII BO3pacT B MJIH JIET, B CKOOKaX — OLIEHKM Oaii-
ecoBckoii momnepskku (% 100). [TomeyeHBI BETBU, KOT/Ia Y OCETPOB ITPOU3OIUTN U3MEHEHUSI B TUIOUTHOCTH TeHOMOB [4]: 2n — 4n (@),
4n — 6n (W). B 1eBOM HIKHEM YIUTy TaH BapUaHT TOM K€ XPOHOTPaMMBbI, WJLTIOCTPUPYIOINIA 95%-Hble MHTepBaJIbl HAUBBIC-

1IEN aIIOCTEPUOPHOI TUIOTHOCTHU OLIEHOK BO3pACTa €€ BETBEA.

A. baerii — ipuMepHO 29— 15 MITH JieT Ha3a. (B OJIUTO-
rieHe—muolieHe). [lepexon ot 4 K 61 COCTOSIHUIO re-
HOMa B JIMHUU A. brevirostrum 1ipoun3o1iell BO BTOPOIi
TOJIOBUHE MUOLICHA WJIU MO3IHEe.

HMcnonab3ys maHHbIe XpOHOTPAaMMBI, OTHOCSIIIME-
Csl K BO3pacTy IOABUIOB A. oxyrichus, TalLuIOTPYIIII
A. schrenckii, nByx miap BUnoB A. medirostris — A. mikadoi
u S. albus — S. platorynchus, 6bli1a o1IeHeHa CKOPOCTh
IUBEPreHIUN ITOJTHOTO MUTOT€HOMa, MWTOTeHOMa
0e3 D-metnu, mocnemoBaTelIbHOCTE OEIKOBBIX T'e-
HOB M KOHTPOJIMPYIOIIEro ydyactka. [1pu ucrmonab3o-
BaHuu pacctosgaus JC (BEIOOp 00yCIOBICH MaJIbIMHA
pa3INYusIMU B BBIOpAHHBIX ITapax CpaBHEHUS, TIOJI0-
OpaHHBIX TaK, YTOOBI MUHMMHU3UPOBATh 3(PPEKT I10-
BTOpPHBIX MyTammii) oHa coctaBmaa 0.282 = 0.071
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(cpenHee + craHgapTHOE OTKJIOHeHue), 0.15 + 0. 004,
0.186 £0.014 1 2.656 * 1.192 mpolLieHTa 3aMELIEHHBIX
HYKJICOTUIOB Ha MJIH JIET COOTBETCTBEHHO.

OBCYXIEHUNE

PesynbraThl HEemaBHUX MCCIIeNOBaHMW duore-
HuM Acipenseridae, MpOBEIEHHBIX TP MCITOIH30Ba-
HMU MUTOTEHOMHBIX JaHHBIX [7, 39, 40] nim maHHBIX
110 MOCJIEAOBATEIbHOCTIM SIAEPHBIX TEHOB [6], mpuH-
LUTNHUAIBHO CXOOHBI B TOM, 4TO (pHIOTeHEeTUYEeCKasT
JIMHWS, BKIovatwas A. oxyrinchus v A. sturio, SIBJisi-
eTcs1 6a3abHOM (OTBETBUBIIEICS OT OOILIETO CTBOJIA
MEPBOI1) MO OTHOIIEHMUIO K OCTAJIbHBIM JTMHUSIM Acip-
enseridae. B ogqHOIT M3 paboT, OCHOBAaHHOI Ha aHAJIN3E
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MUTOT€HOMHBIX TaHHbIX, TTOJy4eH UHOI BapuaHT hu-
JIoTeHUM — 0aszajbHOE TIOJIOKEHWE 3aHsia JIMHUS
Scaphirhynchus [41]. Bo Bcex yKa3aHHBIX ClIydasix
MUTOTEHOMHBIE TaHHbIE aHATU3UPOBAIUCH O€3 pas-
OueHMs1 Ha (PYHKIIMOHAJIbHbBIE 0JIOKM (110 TTO3UIIUSM
B KOJIOHAX WU TUMY KOAWPYEMbIX MaKPOMOJIEKY).
Pesynbrarhl mnoapasnesieHHOro aHaau3a JaHHbIX
(puc. 1) CBUIETEIbCTBYIOT B II0JIb3Y IIEPBOIO BapraH-
Ta (punoreHun Acipenseridae. Bo Bcex uccienoBaHu-
SIX BBIAEJISIETCS KJ1aJa TUXOOKEAHCKUX BUIOB OCETPO-
BBIX 1 KJIaZa OCTaJIbHBIX (0e3 A. oxyrinchus u A. sturio)
aTIaHTUYeCKUX BUAOB. Jlunusa Scaphirhynchus 110
MUTOT€HOMHBIM JTaHHLIM 4daiie Bcero [7, 39, 40; Ha-
crosimiasi pabora] oObeITUHSIETCS C MOCAeAHEe Kia-
noi. Bo Bcex cxeMax MOJIEKYJISIPHBIX (DUIOTeHU I PO
Acipenser He SIBJsSeTCS MOHOMDWIETUUYECKHUM, YTO
CBUIETEJBCTBYET O HEOOXOOAMMOCTU PEBU3UU €TO0
TaKCOHOMMYECKOU CTPYKTYPHI.

IIpoBeneHHOE maTUpOBaHUE KilagoreHeza Acip-
enseridaec He MPOTUBOPEUYUT MAJIEOHTOJOTUYECKOM
JISTOIIMCH, COOpaHHOM g 3Toi Trpynmbl. Ilpucyr-

CTBHEC OCETPOB Acipenser YK€ B IIO3IHEM Meny cjIeny-

eT M3 HaXOIOK HX (1)parMeHTaprIx1 HMCKOITaeMbIX

OCTaTKOB B BHUIIE€ OTIEIbHBIX XY4EK, KECTKMUX (KOJIIO-
Y1X) IJIABHUKOBBIX JIydeil, IPYyTuX (PparMeHTOB CKeJle-
Ta U KOXHBIX TTOKPOBOB [32, 42]. Pe3ynbraThl MOJIEKY-
JIIPHOTO AaTUpoBaHUs (puUC. 2), IEMOHCTPUPYIOIINE
pasneieHre OOIIero IpeaKa COBpeMEHHBIX Acip-
enseridae Ha TpW 3BOJIIOLIMOHHBIE TMHUU UMEHHO B
9TOT II€PUOI, BIIOJIHE C 3TUM corjacytoTcs. Mckona-
€MBIe OCTaTKM OCETPOBBIX M3 IlajieoreHa CpaBHU-
TelibHO penku (n3 CeBepHO AMEpUKU U BOBCE HE
WU3BECTHHI), TTOSIBJISISICH B 3aMETHO OOJIbIIIEM KOJInYe-
CTB€ 1 pa3HOOOpa3uu (HO BCE B TAKOM Xe (pparMeH-
TapHOM BUIIE, JeIalolleM HEBO3MOXHBIM 1X OIIpee-
JIEHVE 10 BUJIa) B HEOT€HE IO BCEMY apeajly COBpe-
MeHHBIX Acipenseridae [32, 42]. CpaBHUTEIBHO
MaJjiplii MeOWAaHHBIM BO3pPacT COBPEMEHHBIX BUIOB
OCETPOBBIX (OKOJIO 5 MJIH JIET), BEIYUCICHHBII B Ha-
crosiieil paboTe, HAXOAUTCS B TIOJJHOM COIJIACUM C
pacripesieIeHueM MCKOMaeMbIX HaxXOmoK Acipenseri-
dae Bo Bpemenu. MMHTepecHO, YTO 110 3TOiT XapaKTe-
PUCTUKE OCETPOBbIE CXOMHbI C MpPEACTaBUTENISIMU
JIBYX IPYTYMX OPEBHEUILINX JIUHUNA JTyUETIEPBIX: MEIU-
aHHBII BO3pPacT TEpPMUHAIBHBIX BEeTBE (JINCTHEB) HA
nepeBe-xpoHorpamme st Polypteridae coctaBun
okousio 3 muH JieT ([9]: Fig. 1), a nnsa Lepisosteidae —
okoJio 5 mutH et ([1]: Fig. 2, Supplement 2).

! U3-3a ocobennocreit CTpOeHUSI (XPSILLEBOIT CKEJIET CO C/1abbIM
OKOCTEHEHMEM) U peodILHOTO 0Opa3a XU3HU (4TO 00YCIOB-
JIMBAET MaJIyl0 BEPOSITHOCTb 3aXOPOHEHMS B OTJIOXKEHMUSIX) Ha-
XOXJIeHWe GoJiee MJIM MeHee KPYITHBIX YacTeil Tejla MCKollae-
MBIX TIpeICTaBUTENE Acipenser iiv OJIUM3KUX K HEMY POJIOB SIB-
JISIETCSl KpaiiHe peIKUM COOBITUEM.

INomydyeHHBIe HAMU JAHHBIE O3BOJISTIOT BLICBETUTD
TaKkKe IPyTre CTOPOHEBI 3Bomonni Acipenseridae.

OceTpoBBIX HEPEOKoO (CM., K IIpumMepy, [5—7]) oTHO-
CAT K TaK Ha3bIBAEMBIM XKMBBIM MCKOMAEMBIM — TPYII-
MaM, XapaKTepPU3YIOLIMMCS apXandHbBIMM 4YepTaMWU,
HU3KUM pa3HOOOpasneM, HU3KUMU TeEMITaMU JUBEP-
cudukan, Mop¢OJIOTUUYECKO U MOJEKYISIPHOI
sBomronnu [43]. JleficTBUTEIIbHO, pacCUMTAaHHBIC Ha-
MU TEMIBI BUI000pa30BaHUs COBPEMEHHBIX OCETPO-
BhIx (0.038) mpuMmepHO B 2 pa3a HIKE TAKOBBIX, Ha-
OMOJAIOIINXCS B CeMEMCTBaxX IOPYyTMX JIydeIlephbixX
pBI0 — 00BI9HO B MpoMexXyTKe oT 0.078 mo 0.14 muHmit
Ha MJTH JieT ¢ Mogoit B parone 0.07 [44]. Ho 1o pa3-
JINYMEe BPSIO JIU MOXHO MPU3HATH KPUTUYHBLIM, MO-
CKOJIBKY COINIaCHO pe3y/lbTaTaM IpPyroro BapHaHTAa
aHanm3a guBepcuduKany [9] mo cKopocTu BUA000-
pasoBaHmusg Acipenseridae oKa3BIBAIOTCSI BCE paBHO
OmrKe K OOJBIMMHCTBY AMHUM JTydenephIX phI0, 9eM
K TIPEICTABUTEIISAM ABYX APYTUX APEBHUX JUHUA —
Polypteriformes mnmm Lepisosteiformes 1omoc Amii-
formes.

CXomcTBO BO BHEIITHEM OOJIMKE OCETPOB, OOBETMHS -
eMbIX B OUH poI Acipenser, Yby TIPEIKU PA3OIILINCh B
MO3IHEM MeITy, IEMOHCTPUPYET KOHCEPBALIIO UX MOP-
¢omorndeckoit opranmzaumu (apxeruna). OgHAKoO, ¢
JIPYTO CTOPOHBI, CKOPOCTH MOP(OIOTUIECKOMN 3BO-
JIIOLUY, OLleHNUBaeMasl II0 Pa3HOOOPa3UIo Mpeaeib-
HBIX Pa3MepoB Tejla, Y OCETPOBBIX OKa3bIBaeTCs B 5
pa3 BHILIIE, YeM B CpEIHEM IO CeMeMCTBaM JIydyere-
PBIX PBIO [44].

PaHee ¢ moMOIIIbIO TeCTa HA OTHOCUTENILHYIO CKO-
POCTb OBLIO TTOKA3aHO, YTO OCETPOBBIC UMEIOT HU3-
KWe, B CPaBHEHUM C APYTUMU TPYIIHAMU JIydeIephbixX
pei6 (Salmonidae, Cypriniformes, Percomorpha u
Elopomorpha), ckopocTu MOJIEKY/ISIPHOM 3BOIIOLINN
KaK MUTOXOHIPUAJIBHBIX, TaK W SIIEPHBIX T€HOB, a
TaKKe TmociaenoBarenbHocTell mopTopsoneiicsa JJHK
[45, 46].

OnHako ecjiM BHUMATeJbHO PaCCMOTPETh TEMIIbI
HYKJICOTUOHBIX 3aMelnleHunii, K mpuMepy B MTIHK,
TO MOXHO YBUJIETh, YTO OHM PA3IMYHBI ST Pa3ind-
HBIX YacTeil MUTOreHoMa. MUTOIreHOM OCETPOBBIX B
LIEJIOM, OIE€MICTBUTEJIbHO, 3BOJIOLIMOHUPYET C HU3KOM
CKOPOCTBIO, KOTOpasi B 3 pa3a MEHbIIIE, YeM, K IIpU-
Mepy, IoJlydeHHasl 111 MUTOT€HOMA JIOCOCEBBIX PHIO
(0.28 mpotuB 0.88 mpolieHTa 3aMEIIeHHBIX HYKJIEO-
TUIO0B Ha MJH JieT [47]). Ho 3To BhI3BaHO, B IIEPBYIO
ouepenb, KpailHe HU3KOM CKOPOCThIO BOJIIOLIUU KO-
IUpYyIOIIeil 4acTu MHUTOTeHoMa. B KOHTpoampyro-
mem xe ygactke MTIHK oceTpoBBIX CKOPOCTh HYK-
JICOTUIHBIX 3aMenleHnit mpuMepHo B 20 pa3 BEIIIE
CKOPOCTU HYKJIEOTUIHBIX 3aMEIIeHUIl B KOIUPYIO-
el YaCTM MUTOT€HOMA. DTO CIeAyeT KaK U3 CpaB-
HUTEIbHOTIO aHaJIn3a HyKJICOTUAHOIO pa3HOOOpa3usl
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Ha TIOIYISIIIMOHHOM ypoBHe [14], Tak m pacdeTos,
OCHOBAHHBIX Ha OIlleHKaX (PUJIOreHEeTUYECKOil CKO-
pOCTH, MIPUBEIEHHBIX BBIIIIE.

CKOpOCTh MYTHPOBAaHHMS B KOHTPOJMPYIOIIEM
yaactke MTIHK oceTpoBBIX cpaBHMMAa MIH JaXXe BBI-
IIIe TAKOBOM, K IIPUMEPY, ¥ JTOCOCEBHIX pbI0. KocBeH-
HO 00 3TOM MOXHO CYOWUTH II0 YMCIIy TaIJIOTUIIOB,
BBISIBIISIEMbBIX BHYTPU HOIYJIsiiuii. Tak, mpy momyJisi-
IMOHHOM aHajuie KeTbl Oncorhynchus keta y 2154
o0pa31oB 0bU10 MaeHTUGUIIpoBaHO 30 pa3aTMIHBIX
raIuIOTUIIOB B HanOoJjiee BapuabeIbHOM (PparMeHTe
D-mretnn mmaHo#M okoio 500 mH [48]. AHamornaHoe
nccnemoBanne Kkyda O. kisutch BerssBuio 18 rarmio-
TUIIOB y 769 ocob6eii [49, 50]. [IpuMepHO Takoe Xe
Wi OOJIbIlIee YMCIIO YHUKAIbHBIX TaIUIOTUIIOB, HO
IIpY 3HAYUTEIbHO MEHBIIINX pa3Mepax MpoaHaIn31-
POBAHHBIX BBIOOPOK, OBIJTO HaliIeHO y KWTailCKOTO
ocetpa A. sinensis u3 p. SAnu3sl (y 106 o6pa3nos — 35
rarioTinoB Wit pparmedTa D-netnm mmHoit 419 11H)
[51] mm xamyru A. dauricus (y 120 obpasmoB — 27 ra-
wioturioB 1 819 mu D-metnm) [52]. Y amypckoro
ocetpa A. schrenckii pazHOOOpa3Me TaIUIOTUIIOB OKa-
3aJI0Ch €Ille BBINIe — BBIIBJICHO 74 Tarmotumna 'y 112
MIpOaHATN3MPOBAHHBIX 0CO0EH (NIMHA CEKBEHUPO-
BaHHOTO y4yacTkKa coctaBmi 796—812 i) [15]. Coot-
BETCTBEHHO 3aKJIIOYEHME O HU3KOIl CKOPOCTH 3BO-
mounu MTAHK oceTpoBbIx [46] cipaBeaMBO JMIIb
B YaCTH, OTHOCSIIEIHCS K KOTUPYIOIIeil 00JIacTy M-
TOTeHOMA.

IIprumHa HU3KOM CKOPOCTH 3BOIIOLUMN 00JIACTU
MUTOTeHOMa BHe TpeneiaoB D-TeTnm y oceTpoB He
sicHa. Bo3MOXHO, 4TO OHA TUKTYETCS HEOOXOIUMO-
CThIO BBIPABHMBAHUSI CKOPOCTE 3BOJIIOLIMU MUTO-
XOHIPUATBHBIX TEHOB U SIIEPHBIX T€HOB, KOINPYIO-
IIUX OCHOBHYIO TTOPLUIO OEJIKOB, HEOOXOINMBIX IS
dyHKIMOHNpPOBaHUS MUTOXOoHIpuii. Huskast cko-
POCTb 3BOJIIOLIHU SIIEPHBIX TEHOB 3I€Ch MOXET OBITh
onpeaeasiomumM pakTopoM. ChIrpaiy I B 3TOM Ka-
Ky10-1100 pOJIb HEOTHOKPATHBIE aKThI ITOJTUTLTONIH -
3alM, TPOUCXOINBIIIME B XOA¢ BOJIOLIMK Acipense-
ridae 1 Polyodontidae [3, 4], Takke He SICHO.

Crnenyer mo0aBUTh, YTO CKOPOCTh MYTHMPOBAHMS
MUKPOCATEJUIMUTHBIX TTOCIAEA0BATEILHOCTEN B SIIEPHOM
JHK y oceTpoB OKa3bIBaeTCSI CXOTHOM C TAaKOBOM B
npyrux rpyrnmax peio [53]. To ecth MOXHO monaraTh,
YTO HEKOAUPYIOIIAs YacTh SIAEPHOIO TeHOMa OCETPO-
BBIX, B OTJIMYME OT KOOMPYIoLleii [46], BOJIOLIMOHM-
PYeT ¢ OOBITHOM IS JIyJeTIEPhIX PhIO CKOPOCTHIO.

Takmm o6pa3om, MO CyMMe U3NOKEHHBIX (PaKTOB
MOXHO YTBEpXKAaTbh, YTO TaK K€, KaK U B ClIy4yae C
Polypteridae [9], oceTpoBbIX HEIb3s1 6€30rOBOPOYHO
OTHOCHTH K pa3psay “>XKMBBIX UCKoITaeMbIx” . [1pume-
HEHUE 3TOr0 TePMUHA K OCETPOBBIM TpPeOyeT KOH-
KpeTU3alu1 CBOMCTB, KOTOpbIE UMEIOTCSI B BULY.
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B 3akmmroyeHne crouT yKa3aTrb Ha TO, UTO pa3HO-
BPEMEHHOCTb COOBITH MOJUTIJIOUAN3ALMNII, TPOU30-
LIEOIINX Y OCEeTPOBBIX B pa3HBIX BETBSIX UX (DUIIOTE-
HETUYECKOro aepeBa (puc. 2), IpeacTaBiisieT co0oi
YHUKAJBHYIO MOZEIb IS WM3y4eHUS MEXaHU3MOB
pounecca IUIUIOMAN3AINNA 1 €T0 TMHAMUKH.

PesynbsTathl mojydeHbl ¢ UCIOJIb30BaHUEM O00pY-
noBaHus LIKIT “IalbHEBOCTOUHBIN BBIYMCIUTEILHBIN
pecypc” MAITY 1IBO PAH, https://www.cc.dvo.ru.

Bce IIPUMCHUMBbBIC MEKAYHAPOIHBIC, HAIMOHAJIb-
HBIC I/I/ NI MHCTUTYIIMOHAJIIbHBIC ITPWHIMIIBI yXOJa
Y MCHOJb30BAHUS XUBOTHBIX ObLINA COOJIOAECHEIL.

ABTOp 3a4BJIACT, YTO Y HETO HET KOH(bJ'[I/IKTa HH-
TEPECOB.
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Molecular Dating of Sturgeons (Acipenseridae) Phylogeny Based
on Total Evidence Analysis

S. V. Shedko*

Federal Scientific Center of the East Asia Terrestrial Biodiversity, Far East Branch
of the Russian Academy of Sciences, Viadivostok, 690022 Russia

*e-mail: shedko@biosoil.ru

Bayesian dating of the phylogeny of Acipenseridae was carried out on the basis of a combined matrix of mo-
lecular (mitogenome) and morphological characters compiled for modern and fossil Acipenseriformes spe-
cies. It has been estimated that the ancestral lineages of Polyodontidae and Acipenseridae diverged approxi-
mately 162 (195—137) Mya. The divergence of lineages in the crowns of recent Polyodontidae and Acipense-
ridae began almost simultaneously during the transition from Cretaceous to Paleogene — 72 Mya (95-55)
and 68 Mya (93—47), respectively. The main groups of lineages of recent Acipenseridae were formed in the
Oliocene—Miocene. The median age of extant Acipenseridae species was 5.2 Mya. Genome-wide duplica-
tions in Acipenseridae occurred at different time periods. In the common ancestor of the Pacific sturgeon
species, this happened about 65—36 million years ago, and in the common ancestor Acipenser fulvescens,
A. brevirostrum, A. gueldenstaedtii, and A. baerii — about 29—15 million years ago. The transition from the 4»
to 6n genome state in the A. brevirostrum lineage occurred in the second half of the Miocene or later. The rate
of divergence for the entire mitogenome, a mitogenome without a D-loop, sequences of protein genes and a
D-loop was 0.282 + 0.071, 0.151 £ 0.004, 0.186 £ 0.014, and 2.656 *+ 1.192 percent nucleotide substitutions
per million years, respectively. The limited applicability of the term “living fossil” to the Acipenseridae spe-
cies is shown.

Keywords: mitochondrial DNA, morphology, fossils, molecular clock.
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PaccMatpuBaroTCsl THITMYHBIC JUTST ITOTYJISIIIAIM YeJIoBeKa METAITOMYJISILIMY C UepapXU4ecKoi moapasaeacH-
HOCTBIO Ha YacTH (CyOITOITy/ISILIMM ), COOTBETCTBYIOLIME KJIaccuUKaluK CyOIOoITy/IsIlMii HAa OCHOBE aiMM -
HUCTPATUBHO-TEPPUTOPUATIBHOTO NeJIeHMS (CKaXeM, CeJlo, CeIbCOBET, pailoH, 00JIaCTh M TakK majee); Ha
OCHOBE IeHeaJIOTMYECKOTO MOAX0/1a, 0a3upPyIOIErocs: Ha THOTeHe3e; a TAaKXKe Ha IPYTruX MPUHIUIAX O1o-
Jlorndeckoi kinaccudukaunu. Kaxnplii ypoBeHb HepapXuu MpeacTaBiIsieT co60ii pa3dorueHre MeTaromys-
LIMU Ha HemnepeceKaloluecs cyonomyasiiuu, CyMMapHO COCTaBJISIIOLLIME BCIO €e U 00Jlafaioline, B CBOIO
odepelb, UepapXUIecKo CTPYKTYpOil moapa3nesieHHOCTU. M3yJyaloTes cBOMCTBa U3MEHYMBOCTH KOJINYE-
CTBEHHOTO IMPU3HaKa CYOIOMyJISILIUI MPU MepapXrUecKoil CTPYKType Ha MpUMepe TaKoro NMpu3Haka, Kak
KOHIIEHTpAIIUs OTAEIbHON daMminy. AHaIU3UpyeTcs pacipene/ieHne KOHIIEHTpauy (haMUIuK 1o cyo-
MOTMYJISILIUSIM, XapaKTEPU3yeMOe Ha KaxKJ0M YPOBHE CBOUMU CPEAHUM 3HAaUCHUEM U JUCIIEpCUEii, KoTopast
oTpaxaeT (haMWIbHYIO TUBEPTEHIINIO CyOTTOMYJISIIIAI Ha COOTBETCTBYIOIEM YypoBHe. M3ydeHune paMib-
HOI1 IMBEPreHIIMU BaXKHO, TaK KaK OHa OTPaKaeT MPU COOTBETCTBYIOIINX MPENMNOJIOXKEHUSIX TeHETUYECKYIO
IUBEPreHIINIO M TEHETUIECKYIO CTPYKTYpy MeTanonyasaiuuu. [TokazaHo, 4To KaXKIoMy OTIETbHOMY YPOB-
HIO M€papXUu COOTBETCTBYET HEOTPULIATEIbHBIN BKJIa B TTOJHYIO (0OIIyI0) IUCTIEPCUIO, PABHBIN CpenHe-
My 3HaYeHUIO BHYTPUTPYIIIOBO# TUCIIEPCUN pacTipeesieHrs] KOHLIEHTpalnu (paMuIny 1o ero CyOIToImy-
JgsumsM. [TosyyeHo pasioxkeHue oo1Iel Iucrnepcuu KOHIEHTpAMK (haMUJIMKY B METATIOIYJISILIMY 1O BKJ1a-
JlaM OTIEJbHBIX YPOBHEM, 0600IIatolIee MpaBUiIo CIOXeHUS nuctiepcuii. HaiineHa BeTmunHa 3aHKEHUS
o011eii [Mcnepcuu, Korjaa BMECTO HemoapasaeaeHHbIX CyOIOMysivii MepBOro YPOBHS UepapXuu (IoImy-
CTHUM, Ccell) B KaueCTBe eIWHUI] HAOIIOACHUS CIyXXaT CyOnomysiiii 60Jiee BEICOKOTO YPOBHS (CKaXkeM,
paitoHOB). DTO MO3BOJISIET CYIUTh O CTENEHN 3aHUXEHUSI OLIEHKU TeHETUYECKOi NUBEPreHIIMU B METAIO-
MYJISILIMY B pe3yJIbTaTe UTHOPUPOBAHUS (haMUJIbHO M3MEHYMBOCTH Ha KaKOM-JIMOO M3 YPOBHel nepap-
xuu. Bce HaceneHre pa3duBaeTCsl Ha ABa KOMITIOHEHTA C UepapXUUeCKOi CTPYKTYpOil Moapa3aeieHHOCTH:
CeJIbCKUE W TOPOICKUE KUTEU. Pe3yIbTaThl JaHHON paGOThI B paBHOI CTEIIEHU MPWIOKUMBI K KaKIOMY
U3 HUX.

Knroueswvie crosa: nepapxudyeckasl CTpyKTypa HOMYJISLWI, METamoONyJISIUM, KOHLEHTpauuu ¢GaMujind B
CyOIOMYISILIUSIX YeJIOBEKa, pa3ioKeHe JUCTIEPCUN KOHLIEHTPALUU 110 YPOBHSIM UEPAPXUU.

DOI: 10.31857/50016675822060054

MOIYJISIHUOHHOM  CTPYKTYPhI

CTOSITh M3 CYOTTOTYJISILIUI U T.JI., 00pa3ys mepapxmuae-

(OTMMYUIA OT MPENNOJI0XKEHUN MOIEIN 3JIEMEHTap-
HOM uIeajbHOl momyssinuy 0e3 KaKuX-JIu0o I10I-
pazneneHuid Mpu NAaHMMKCUM) HaKJIaabIBaeT CBOM
OTrHevYyaToK Ha (GaMUWIbHYIO CTPYKTYPY TOITYJISIIIUIA.
I'pynmupoBKa peajlbHBIX JaHHBIX C 1IeJIbI0 MAKCUMAITb-
HOTO MPUOIKEHUS K MACATbHBIM KOHCTPYKIIVSIM MU
W3 IPYTMX COOOpakeHW TOBOJIBHO YCIOBHA, TaK KakK
OOBIYHO HE CYIIECTBYET YETKMUX €CTECTBEHHBIX TPaHMI]
y rpy1i. [TonyisiioHHas CTpyKTypa MHOTOOOpa3Ha u
HE OrpaHUYMBAETCS CIIydaeM MOApa3nesIeHUsT MOITyJIsi-
MM Ha 3JIeMEHTapHbIE HEIlepeceKaloNIecsl TPYIIIIbL.
Hampumep, B cBoo o4epenb, MOCIEIHUE MOTYT CO-

CKYIO CTPYKTYpY MOIpa3aeIeHHOCTM.

AHanm3 MEXTPYITIIOBOM M BHYTPUTPYNTIOBOI M3-
MEHYMBOCTH SIBJISIETCSI MHTEPECHOM OMOIOTNYECKOM
Npo0IeMOif 1 MOXET MPOJIUTh CBET Ha OCOOEHHOCTH
MUKPO3BOIOIMOHHOTO IIPOIecca TUBEPreHIIM TTOITY-
Jsimii. [lonmHoe onmcaHue MeTamnoITyJIsILuU C hepap-
XUYECKOI CTPYKTYpOI IOApa3neIeHHOCTA BKIIIOYAET
JIIaHHBIE TI0 KaXXIOMYy YPOBHIO ME€papXuu, CKaxKkeM,
cpemHue 3HAaYeHUS IPU3HAKOB B CYOIOIMYJISIIMUSIX U
IUCIIePCUU, OTpaXasl IeTaIbHO XapaKTep MEXIPYI-
MOBOM Y BHYTPUTPYNIIOBOM NU3MEHYUBOCTHU C YUETOM

713



714

BcexX ypoBHeil. UTOOBI BBIIEINTHL OCOOCHHOCTH M-
BEpIreHLIMM CYOIIOIy/ISIIMii HEeoO0XOIMMO XOPOIIO
MIPEACTaBIIAAThL ceOe 0a30BBIC YEPThI, CBOMCTBEHHEIC
caMoii 1o cebde noapa3aeIEeHHOCTU METaIlONyIsS LA,
OTBJIEKAsICh OT BO3aeiicTBUS Ha (hOpMUPOBAHUE MO~
MYyJISIIUOHHOM CTPYKTYpbl mpoumux ¢aktopoB. Ha-
YaTh TAKOM aHAJIN3 MOXHO C M3y4YeHMs CBOMCTB IPO-
M3BOJIBHOTO pa30MeHNsT aDCTPaKTHOM COBOKYITHOCTH
Ha YacTU M CBOICTB XapaKTEepPHbIX pa30MeHU TIpU-
pOOHBIX TIOIMysaumii. s TociaegHUX TUITMYHA
hepapxuyeckasi IpynIyMpoBKa HaHHBIX Ha OCHOBE
TEPPUTOPUATIBHOTO PACIIOJIOXKEHHUSI, TeHeaJorude-
CKOI1 K1accuGpUKaIllMM U IIp. B COOTBETCTBUU C IIpa-
BWJIAMM TIPUHATOM OMOJIOTMYECKOM WJIM WHOM
HepapXruueCcKoi KiiacCu(pUKay MOMYJTSIIIAI.

B cnaydae uzydeHus: momyJisinuii yeaoBeKa Kjiac-
cupukalums u oobeIMHEHUE JAHHBIX YaCTO MPOU3BO-
JISITCSl HA OCHOBE aIMUHUCTPATUBHO-TEPPUTOPUATb-
HOTO JIeJIEHUSI, UMEIOIIETo uepapXuuecKuii xapakTep
(ckaxeM, ceJlo, CeJIbCOBET, paiioH, 00JacTb U 1p.),
reHeaJornyeckoro IoaxoAa Ha OCHOBE 3THOTeHe3a
unp. Ilonydyaemast TpynnupoBKa CyOIOITYJISILIAi
OpuOIVKEHHO OyneT mepapxudeckoit. Mepapxuue-
cKasl CTPYKTypa METamnoMyJsslMu oTpaxaeTcsl Ha ee
CBOIICTBaX, B YaCTHOCTU Ha paclpeneyieHuu dpaMu-
JIVIA B MOMYJISILUSIX YeJIOBEKa, I1ie TUMTUYHA OIopa Ha
oduliMalibHbIe TaHHbIE MePAPXMYECKOT0 XapaKTepa,
1nx coop 1 06paboTky. Hacrosiias craTbsi MOTUBUPO-
BaHa aHAIM30M (haMWIbHBIX JAaHHBIX C OpUEHTalIe i
Ha TMoNyJISILIMOHHYI0 TeHeTukKy. Mcnonab3oBaHue da-
MWIWA Ui TIOJyYEHUS BBIBOOOB O T€HETUYECKOM
CTPYKType TONYJIsSILIMii OCHOBBIBAETCSI HA CYIIECTBY-
IOIIMX NapaJlieisix B nepenaye noromkam dhaMuinii
1 ayTOCOMHBIX ajieyieii (cM., Hampumep, [1, 2]).
[11010TBOPHOCTL TAKOTO HCIIOJb30BaHUS TpOJe-
MOHCTpHpOBaHa B psiae padoT [3] (M30HMMHBIE Opa-
ku), [4] (byHmameHTajibHasi MOHorpacdusi), B TOM
quciae B UCCIeOOBaHUAX Tonyasauuii Poccun [5, 6]
(MeouKo-TeHeTUIEeCKME acekThl), [7, 8] (aHTpomo-
reHeTudeckoe uzydeHue llentpanpHoit Poccun), [9]
(oOmupHass 6ubnmmorpadusa), cM. Takke KpUTHUE-
ckue 3ameyanus B [10].

OueBUIHO, YTO OTAEIbHBIC WU JaXe BCe NOCTa-
TOYHO KPYITHBIC TPYIIIBI COCTOST U3 3JIeMEHTAPHBIX
MOy, JMHAMWYECKME Y Te€HETUYECKUE IIPO-
LIECCHI B KOTOPBIX MCCIIETOBAaHbI TEOPETUYECKH Goiee
TyO0KO, ¥ Ha MOJIYYSHHBIX IJIsI HUX BBIBOAAX 0a3u-
pyeTcsl ctraHgapTHasi oopaboTka MatepuasioB. Ilox
SJIEMEHTAPHOM TTONYJIAgleil Mbl IOHMMAaEeM TaKylo,
rae 6osiee BCErO YIOBJIETBOPSIIOTCS TPEOITOCHUIKH,
3aKJiaJpIBaéMble B KJIACCUYECKYIO MOIYISIIMOHHO-
reHeTUYeCcKylo Monelb Paiita—®uinepa (cM., Ha-
npumMep, Ha pycckoMm [11]). Cpean HUX OCHOBHBIMH
SIBJISIIOTCSI TpeOOBaHUSI MAHMUKCUM U paBHOLIEHHO-
CTU MOTEHLIMAILHOTO BKJIaga UHAUBUIYYMOB B CJie-
nyiolee TokojieHue. CKkopee BCero Moaeau dJIeMeH-
TapHOU ITONMYJISIUMU ITIPUOJIMKEHHO COOTBETCTBYET
CyOITOMyJISILIMSI CAMOTO HUXXHETO ITEPBOrO YPOBHST —
ceno. Beibop aymeMeHTapHOM ITOMYJISIIIMY B KaUyeCcTBE

ITACEKOB

eIUHUILIBI HAOIOACHUS SIBIISIETCS KpaiiHe KeJaTeb-
HBIM, Y BBISICHEHUE POJIU OTKJIOHEHMIA OT HETO TIpe/I-
CTaBJIsIeT COOOI BaxKHYIO 3a1a4y.

Ob6ocHoBaHME BbIOOpa EOUHUIIEI HAOIIOOCHUS
MOXKET OCHOBBIBAThCSI HA COOOPAKEHUSIX OTHOCUTE b~
HO ypoBHs sHaoramum [8]. Takoii mmogxon He JIAIIEH
JIMCKYCCUOHHBIX MOMEHTOB. IlombITaeMcsi oOCymuTh
aTy TipooneMy. Ilpm mMepapxmyeckoi CTPyKType MOI-
pa3neeHHOCTU TTOMYJISIIUM CTeTNIeHb SHAOTaMUU MO-
JKET 3aBUCEThb OT YPOBHS Mepapxui. YeM BBIIIE 3TOT
YPOBEHb, TeM 00Jiee MOXET ObITh HAOTraMHa ITOIYJIsI-
s TIpY IIPOYMX PaBHBIX YCIOBMSIX. Takash KapTUHA
YBEJIMYEHMST CTEIIEHW SHOOTaMUM MPU ABVDKCHUU OT
YPOBHS CeJIbCOBETA K palioHy 1 00JIacT! HaOJIIonaeTcst
B LlenTpanbHoii Poccuu [7]. IlpuBenem abcTpakT-
HYIO MOJEJIbHYIO MJLITIOCTpALIMIO, KOTa TaKOM Xapak-
Tep 3aBUCUMOCTHA UMEET MECTO.

PaccMoTpuM runmoTeTHYECKYIO IMOITYISIILINIO, PaB-
HOMEPHO U HETIPEPHIBHO pacIIpeAeIeHHYIO Ha IJI0C-
KOCTHU, ¥ HEKOTOPbIIA OrpaHMYEHHBI apean BHYTPU
JIaHHOI 00JlacTu. MI3BeCTHO, YTO BEpPOSITHOCTH Opaka
YMEHBIIIAETCS MPU YBEJIMYCHUMN PACCTOSHUS MEXIY
MECTaMU POXXIEHUSI CYIIPYTOB (M30JISILSI PACCTOSTHM -
eMm). [li1s1 aHam3a Toro, Kak BJIUSIET Ha SHIOTaMMIO 3TOT
daxkTop, IMPEAMONOXKAM, YTO BEpOSITHOCTHIO Opaka Ipu
MPEBBIILIEHUN HEKOTOPOI'O PACCTOSIHMS MEXIY MecTa-
MU POXIASHUS MOXHO IpeHeOpedb. [1oHATHO, 4YTO
IIpA TaKOM TpeOOBaHUM OTHOCUTEIBHO OrpaHUYCH-
HOCTH PaCCTOSHUS MEXIY MeCTaMM POXICHUS Cy-
IIPYTOB 3K30T€HHbIE OPaK MOTYT OBITh JIMIIb Yy JIUII,
POIMBIINXCS OCTATOYHO OJIM3KO K rpaHulie. B pe3yib-
TaTe KOJIMYECTBO TaKMX OpakoB ITPONOPIUOHATIBEHO
JmHe TpaHuibl. COOTBETCTBEHHO SHIOTaMHEBIE Opaku
3aKJIIOYAIOTCS JIMLIAMM BHYTPY OCTABIILIEICS 9aCTH ape-
ajia ¥ IIpy JOCTATOYHOM €T0 BEJIMYMHE MX KOJIMIECTBO
MPUMEPHO MPOIOPIIMOHATBHO TUIOLIAIN apeaia.

VYBenuueHue apeasia Ipy €ro pocTe BAOJb KaXI0i
13 OCEl KOOpAWHAT B kK pa3 MPUBOIUT K TAKOMY XKe
YIJIMHEHUIO TPaHMUIIBI B kK pa3, a TJIo1alb YBEJIUINT -
cs1 B k2 pa3. DTO OYEBUIHO B CJIy4yae MPSIMOYTOJIBHOTO
U KPYroBOTO apeajioB, HO BEPHO U B OOLIEM cllydae.
Tem camMbIM OTHOIIIEHUE KOJMYECTBA 3K30TaMHBIX
OpaKkoB K 3HIOTAaMHbBIM MTPUOJIMKEHHO MPOMOPLIMO-
HaJIbHO OTHOLIEHMIO k/k* = 1/k M yMeHbIIaeTcs ¢
yBeJIMueHueM apeana. TakuMm oOpa3oM YpOBEHb DH-
JoraMuM Tipu 3ToM pacteT. [Ipu umepapxuueckoit
MOJApa3ae/IEeHHOCTU NOMyJIsUUr (Harmpumep, Teppu-
TOPUAIbHOM) Yy CyONoOImyJasiluu 0oJjiee BBICOKOTO
YPOBHSI UepapXuM pa3Mep OyaeT KpyIiHee, 4eM y 60-
Jiee HU3KUX MO YPOBHIO, TaK KaK OHa BKJIIOUYAET B Ce-
051 UX YUCJIEHHOCTU U TeppuTopuu. CienoBaTeynbHo,
YPOBEHb PHIIOTAMUU JOKEH MOBBIIIATLCS C YPOBHEM
HepapXvM CyOIOITYJISILIMIA. XOTsI TIPEAITOI0XKEHUST JaH-
HOTO BBIBOAA JAJIEKW OT PEAIbHOCTU, MOBTOPUM, YTO
KayeCTBEHHbII XapaKTep CBSI3U SHIOTAMHOCTH C YPOB-
HEM MepapXuu NoaATBepxKaaeTcss GakTMYeCKUMM Ha-
omromeHusIMu [7].
TEHETHKA Ne 6
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B pesynbraTe yBeauueHMs1 apeajia OOMTaHUS Ha-
CTYITaeT MOMEHT, KOTlla HaiiAyTCs TTapbl, MECTa POXK-
JIEHUsI YWICHOB KOTOPBIX OTAEJICHbI TAKUM PACCTOSTHU-
€M, 4TO Opaku MeXKIy HUMU NPaKTUIeCKN HEBO3MOX-
Hbl. TeM caMbIM KpOMe pOCTa SHIOTaMUU MTPOUCXOINUT
HapyllleHUe TTAaHMUKCUU C €€ PaBHOLIEHHOCTHIO 00pa-
30BaHUS JIIOOBIX POOUTEILCKUX map. Takast TOIyJisi-
LIS HE YIOBJIETBOPSICT MPEAIOChUTKAM MOJEIU 3Jie-
MeHTapHOI nonyasaunn. MUTak, MOBBIILIEHIE YPOBHS
HepapXuM BeleT He TOJIbKO K YBEJIMYCHUIO YPOBHS
SHIOraMUU, HO Y K HAPYIIICHUIO TAHMUKCUM (B KOH-
i€ KOHIIOB, BCe HaceJIeHUe 3eMHOTO IIapa dHAoraM-
HO U TTAHMUKCHUSI OTCYTCTBYET).

Ileav Hacmosweii pabome. — aHaau3 oOWUX
ceolicme pacnpedeneruss KOHUeHmMpaAyuu amuiuu no
CYONONYAAUUAM NPU UX UEPAPXUUYECKOU OpeaHU3AuUU.
Taxue ceolicmea s64210MCA YUCMO CIMAMUCIMUYECKUMU
XapaKkmepucmukamu uepapxu4ecKoi cmpyKkmypbl, a He
0COOEHHOCMbIO KOHKPEMHOL NONYAAUUOHHOL CUCINEMbL.
AHanm3npyeMble CBOMCTBA OTHOCITCSI K OO0
HepapxXuiyeckd MNOAPA3ACICHHOW TMOMYJSILUU U HE
BBIBOISITCSI U3 3AaKOHOMEPHOCTEN TOM UJIU UHOMU MO-
eI MUKPOSBOIIOLNU TIOMyJIsIiInii. TeopeTmyecku
3TO MOXKET MO3BOJIMTh BBIACIUTH CIICHUPUUECKUE
CBOICTBa UCCJIEAYEMOro MaTepuaa.

IMpuMeHNTENbHO K (aMUIBHBIM JAHHBIM POJb
eIMHULBI HAOJIONEHUSI B MEpAPXUIECKOM CTPYKTYpe
MOXKET UTPaTh MOMYJISILMS cela UKW CyOITonyJIsiliuu
GoJiee BBICOKOTO YpOBHs uepapxun. Kaxnas cyomno-
MyJISIIMST HE3aBUCUMO OT YPOBHS M€papXUU XapaKTe-
pu3yeTcsl CBOMMU 3HAaYeHUSIMU MPU3HAKOB, OIHUM
13 KOTOPBIX SIBJISICTCS KOHIEHTpauus hpaMuiinu (x).
OTIebHOM CYyOIOITYIISIIINIA COOTBETCTBYET SIMHCTBEH -
Hoe (cpemHee) 3HayeHMe TPU3HaKa, a ero M3MeHYM-
BOCTb (CKaXXeM, TUCIIEPCHSI) MEKIY CyOITOMYJISLINSIMU,
OoTpaxkarollasi UX AWBEPreHILINI0, U3yJaeTcs ¢ pasHOoM
CTEIICHBIO ACTAN3allMd B 3aBUCUMOCTU OT BbIOOpa
eIVHULLI HabmoaeHus. Tak, eclIM Takoil equHUIIEH
SIBJIIETCS MHAWBUIYYM, a BMECTO WHIVBUIYaJIbHBIX
JIAHHBIX UCITOJIB3YIOTCS CeJia, XapaKTepusyeMble cpel-
HUM BECOM XWTeJIei, TO MHOUBUAyaIbHAS V3MEHUM-
BOCTB OCTaeTcsI KakK ObI “3a KampoM”, M N3ydeHHEe N3-
MEHUYMBOCTHU Beca ACTaJU3UPyeTcsl N0 AUCIICPCUU
cpenHero Beca. Korma cTpykTypa noapasaeieHHOCTH
repapxmiyeckasi, TO YeM MeHbIlle eTMHUIA HabIoae-
HUSI U €€ YPOBCHb MepapXxuu, TeM MOJHee OXBaT U3-
MEHYUBOCTH.

TyT BO3HHKAaET BOIIPOC O TOM, HACKOJILKO BBIBOJIBI
TEOPETUYECKOTO aHaJIM3a 3JIEMEHTAPHBIX IOITYJISILIIA
NPWIOXMMBI K MaTepuajiaM, IIpEeICTaBICHHLIM B
CIpyImMpoBaHHOM Bue. Hammpumep, B JTaHHBIX O KOH-
HeHTpanusIx paMuanii B paliloHaX OCTaeTCsI CKPBITOM
M3MEHUYMBOCTh (DAMUWJILHOI CTPYKTYPBI Cel WM MaJIbIX
TOpOIOB, BXOISIIMX B paiiloHEl. Mconb30BaHUE IS
aHaIM3a U30HUMUHU CIIMCKOB M30MpaTeieii U JaHHBIX
TeneOHHBIX CIIPABOYHUKOB YaCTO JAIOT CBEACHUS O
damMmisIx B CrpynmnuMpoBaHHOM Buue. Hampumep,
eIVMHUILICH HAOIIOASHUS MOXeET OBITh paifoH. Mccire-
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JIIOBAHWE TOTO, B KAKOM HaIIPaBJICHUU U B KaKOM CTe-
TIEHU CKPbITasi U3BMEHYMBOCTh KQUeCTBEHHO U KOJIV-
YEeCTBEHHO CKAa3bIBAE€TCS Ha CTAHAAPTHBIX OLIEHKAaX
Ko unreHTa MHOpUAWHTA U TIp. (CM., HAaIpuUMep,
[1, 2]) no dbaMuIbHBIM JaHHBIM, TIPEACTABISICT UH-
Tepec.

Ilonyyaemble najiee pe3yabTaTbl OTHOCATCS K
CBOICTBaAM MEpapXMUECKW MOIpa3iesIeHHbIX COBO-
KYITHOCTEM, OHU HE 3aBUCST OT UX IPUPOIBI U HE OC-
HOBBIBAIOTCSl Ha TPENNOJI0XEHUSIX O BBIOOPOYHOM
XapakTepe paccMaTprMBaeMOi nepapXxudeckoil CoBO-
KYITHOCTHU C TpeOOBaHUSIMU 00 MACHTUYHOM U He3a-
BUCUMOM pacnpee/ieHU KaKuX-a100 TaHHbIX WIU
Ha HCIIOJb30BaHUM MOJENH Ipoliecca GopMUPOBa-
HUSI UEPAPXUYECKOU CTPYKTYPHI.

HacTtosiiasi ctaThsi MOCTpoeHa CAEAYIOLIUM 00pa-
30M. CHayaJia OnrchIBaeTCsl cucTeMa uaeHTUdUKalmu
CyOITONyJIILMI B METATIOIY/ISIIUM C HMepPapXUIeCKOM
CTPYKTYPOIl MOApa3aeJeHHOCTU Ha CyONOMmyIsiLiuu.
3areM B paMKax 3TOil CUCTeMBbl paccMaTpUBalOTCS
COOTHOIIIEHUST MEXIY YPOBHSIMU ME€papXUU U MaTema-
TUYECKUMU OXKUIAHUSIMU (CPETHUMU 3HAYCHUSIMU) U
IUCTIEPCUSIMU paclipefesieHrs KOHLIeHTpaluu ¢a-
MUWJIWU KakK MoKa3aTeJisiIMU JUBEPreHLIMU cyoromny-
asuuii. danee moapoObHO paccMaTpUBAETCs U3MEH-
YUBOCTb CyOIOMNYJISILIMI B Cllydae MHOTOYPOBHEBOI
HepapXruueckoil CTPYKTYPbl METAMOMYJISILIUU U TTOJTy-
YEeHO pas3fioxkeHue o0lei (IToJTHOM) TMCIepCun KOH-
LIEHTpalU (haMUWINi B CyOITOMyIsILMSIX, BBIOpAaHHBIX
B KauecTBE €IMHMUIL HAOJIIOAEHUS], HA COOTBETCTBYIO-
1I1e OTAeIbHBIM YPOBHSIM KOMITOHEHTHI. B pe3ynbrarte
MOJTyYeHbI BBIPAKEHMSI TSl CTETIEHY 3aHUKEHUST OLICH-
KUY AUBEPIreHLIMU CyONOMYJISILMIA, KOIIa HE YYUTBIBAET-
Csl HEOMHOPOIHOCTh (TTOAPa3AeIEHHOCTh) CyOMOITyJIsI-
LU, CIy>KallluX eAMHuLIaMu HaomoneHus. B mocnen-
HeM paszjielie 006CyKaatoTcs MOdyYeHHbIEe PE3Y/IbTaThl U
yKa3aHO, YTO B COBMECTHBIX JAHHBIX IO TOPOICKOMY U
CeJIbCKOMY HAaceJIEeHUIO0 HapylllaeTcsl uepapxuueckasi
CTPYKTypa NOAPA3AEJE€HHOCTU. DTO BBIZBAHO TEM,
YTO TOPOJ, HE SIBJISIETCS] 00beAMHEHUEM HerepeceKa-
IOLIUXCST CeIbCKUX cyornomysuuii. B To ke Bpemst
MOJApa3ae/IEeHHOCTh CyOIOMyJslMii KaK CeJIbCKOro,
TaK U FOPOACKOTO KOMIIOHEHTOB pa30ueHUs] BCEro
HaceJIeHUsI MeeT uepapxuueckuii xapakrep. Kaxnabrii
13 KOMIIOHEHTOB 00J1a/laeT HaliIeHHbIMU CBOICTBaMU
Hepapxudyecknx cucteM. B manpHeiiiei myoamMKauuu
MpeanosiaraeTcsl MpoaHAIM3UPOBaTh HE IUCTIEPCUIO
KOHIIEHTpaluu paMuinKd, a BEpOSITHOCTb Cllydyaii-
HOI1 BcTpeun omHOopaMUbLEB (Cp. COOTBETCTBYIO-
e noaxodrl B [1, 2]) 1 ee cBsI3b ¢ KO3(PPUILIMEHTOM
WHOPUIMHTA B TIONYJISILIMOHHON Tr€HETUKE.

KpaTtko xKocHeMcs 0003HAYEHU W TEPMHUHOJO-
ruu. ITon KoHueHTpauusIMu paMUJIii B HOMYJISLIAN
MOAPAa3yMEBATCI KOHIEHTPALNU OQHOMDAMUIIBIIEB.
BexTopsl HaOpaHBI MOJTYKUPHBIM IPUPTOM, K 000-
BHAYEHUAM (PAMUABHBIX AHAN0208 NONYAAUUOHHO-2eHe-
MUYeCKUx XapaKkmepucmuk 000a61eHO OKOHYAHUE S.
CumMBoOJI 4 0003HAYET KOHEII 10Ka3aTeIbCTRA.
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HYMEPALIVA CYBHQHYHHHHPI
B MEPAPXMYECKOUN CUCTEME

Kak yxxe roBopuyioch, Ipy UCCI€I0OBAaHUU IOITY-
JISIIMIA 9eJI0BeKa YacTO COOMPAIOT JaHHKIE, KOTOPbhIE
OPraHM3yIOT B COOTBETCTBHU C COIIOMUYMHEHUEM CyO-
MOMyJISILUi. Y yemoBeKa uepapxudeckasi CTpykKTypa
MIPYCYIIa, HAIIOMHUM, TE€PPUTOPUAIBHOIM, 3THUYE-
CKOI1 (reHeaJlormuecKoi) M JUHTBUCTUYECKOM KJtac-
cuduKanysIM OoITysiuyii. YToOkl JJerde OpueHTUpO-
BaThCs B MOJyYaeMOI IIpM 3TOM KapTHUHE, PacCMOT-
puUM aOCTPaKTHYIO COBOKYITHOCTb JIIOOBIX OOBEKTOB
OIHOI MPUPOILI C UEPAPXUUYECKOI IPYHITUPOBKOI 110
HECKOJIbKUM YpoBHsIM. Ilpu mepapxmyeckoil Kiac-
cuduUKalK BCe UICXOOTHOE MHOXECTBO OOBEKTOB CO-
CTaBJISIET BHICIIIUI YPOBEHDb UE€PAPXUU U pa30MBaETCs
B 3aBHUCUMOCTH OT BBEIOpAHHOIO KjlacCM(UKALIMOH-
HOTO TIPUHIIMIIA Ha Kjacchl (TPYIIbl), KOTOpble 00-
pa3yloT NMPEnbIAYIIil YpPOBEHbB; KaXAbI KJIaCC 3TOTO
YPOBHSI IEJIMTCS Ha ITOOKJIACCHI, KOTOPhIE 00pa3yloT
0OoJiee HU3KMI ypOBEHb, Y KOTOPOTO KaxKIbIN MOIKIIACC
aHAJIOTMYHO pa30MBaeTCs Ha TPYIIIEI, COOTBETCTBYIO-
II1e HIDKECJISAYIOIIEeMy YPOBHIO U T.1. JI000il yposens
uepapxuu cocmoum u3 epynn, npeocmasasiriouux coooi
paszbuenue 6ceeo MHOICECMBa 006eKmoa, m.e. 2pynnbl 00-
HO20 YPOBHS COCMABASIIOM 8CE UCXOOHOE MHOICECMEO.
Bynem Ha3bIBaTh OOBEKTHI CAMOTO HM3KOIO YPOBHSI
WepapxXuu B HCIIOJb3yeMOM MaTepualie eduHuuamu
Habardenus. Korna nHgopmMalys o peaibHO Cyllie-
CTBYIOIINX OOBEKTAaX HU3IIETO YPOBHSI OTCYTCTBYET
(M1 UTHOPUPYETCS ), B UX KaUYE€CTBE MOXKHO BbIOpATh
OOBEKTHI HAa OMHOM M TOM ke M3 0oJiee BBICOKMX
YpOBHEN umepapxuu, “3a0bIBasi” O CyIIECTBOBAaHUM
Moapa3ae/IeHHOCTU TaKUX “eAUHUIL”.

Kaxmoii m3 moJIydeHHBIX TOZOOHBIM 00Opa3oM
I'PYIIT 0OBEKTOB IMPUCBOUM LIUDPOBON HUACHTUDU-
KaTop, COOTBETCTBYIOIINI €€ MOJOXEHUIO B epap-
xur. OH MOXKET OBITh TIOCTPOCH, HAalIpUMeEp, CIIeIyI0-
1M oopazom. MneHTudurkaTop OTaeIbHON TPYTIbI
HauyMHaeTCcs C ee HoMepa BHYTPU MHOXKECTBA I'PYIIII
JIaHHOTO YPOBHSI U MPOJOXKAETCS TMOCIeI0BaTe/b-
HOCTbIO HOMEPOB BBIIIECTOSIIMX TPYIIH, KOTOPHIM
“TomuuHSIIOTCS” Tpeapiayve. B pe3yabpraTe moodas
W3 TPYIIIl OMHO3HAYHO OIIPEHCISIETCS MYNIbMUHOMEPOM
(udenmugpuxamopom) B BUIE IIOCIEHOBATEIHLHOCTU
13 HOMEpPOB TPy Bce 0oJjiee BHICOKOTO YPOBHS,
MOMUYMHSIIOIINX BCe MpeamecTByomue. Jlornka mo-
CTPOEHUSI 3TOM TIOCJIeOBATEeIbHOCTU HAlOMUHAET
HaIlcaHUe ITOYTOBOro ampeca (yKa3bIBalollIero Hace-
JIEHHBIN TTyHKT, paiioH M 00J1acTh), a TAKXKe MTPUHIIUIT
reHeaJIOTMYECKOIM CMCTEMAaTUKM OMOJIOTMYECKIIX BUIOB
¥ HyMepaluio B ONOJIMOTEYHOM CUCTEMATHIECKOM Ka-
Tanore. I'padpuyecku nepapxudyeckas KjiacCUpUKaLs
oTOOpaxKaeTcs APEBOBUIHON CTPYKTYPOIL.

VYV Hac 00bEeKTaMU SIBJISIIOTCS CyOITONYJISIIIM, CKa-
XKeM, ceja, TPYIIIMPYIOIIeCsS B CeJIbCOBETHI, paiio-
HBI 1 T.JI. C COOTBETCTBYIOIIIMMU YPOBHSIMU M€PapXUn
1, 2, 3 ... U cocTaB/ISOILIME BCIO METAOMYJISIIUIO.
I[NMomunHeHMe OMHOIT CYyOMOITYISILIAM APYTOil 0O3HAYA-
€T BXOXIECHME TIEPBOIl B KAYECTBE COCTABHOM 4acTU
BO BTOpYIO C 0OoJiee BBEICOKUM YPOBHEM MEpapXuMm.
O0603HaYNM HOMEP KOHKPETHOTO ceJjia (ITepBhIi ypo-

ITACEKOB

BEHb) Kak §;; HOMep cejibcoBeTa (BTOPOil YPOBEHb),
Kyla BXOOWUT CeJIo, KakK §,; HOMep paiioHa (TpeTuit
YPOBEHb), BKIIIOUAIONIETO yKa3aHHBIE CEJIbCOBET U
ceJio, Kax s3; U T.1. Torma MyJTbTHHOMED $,.55.S3. ... OIl-
HO3HA4YHO OTpeielisieT pacCMaTpUBAEeMOE CEJI0 CPeaU
MPOYUX CeJl TIEPBOTO YPOBHS, $,.53.84. ... UWACHTUDU-
KaTop CeIbCOBETa, S; = S.5; 4 1. ... WICHTUDUIIMPYET
CYOIOITYJISILIVIO i-TO YPOBHS CPEIM MPOYMX TAKUX Ke
CyOITonyJIsSIinii BHYTPU COOTBETCTBYIOIIEI TPYIIIBI
clenytolero ypoBHs i + 1. Takum obpazom, undexc i y
s; (s;) daem ypoeenv uepapxuu 0aHHOU CyONONYAAYUUU.

B pesynbrare cyOnomnyasiuus §; BXOOUT B Sy, ..., S;
BXOIUT B S;;; U T.JA., T.€. CYONONYAAUUS HEKOMOPO2O
VPOBHSA Uepapxuu exkalouaem 6 cebs 8 Kauecmee cocmag-
HOUl yacmu coomeemcmeyloujue cyononyaayuu 6oaee
HU3K020 yposHs. Mexny o0ObeKTaMU B MX UAeHTUhN-
KaTopaMU UMEETCsI B3aUMHO OTHO3HAYHOE COOTBET-
CTBUE, M MBI MHOTIA OyIeM IHcaTh UACHTU(MUKATOP
BMECTO Ha3BaHUs 00beKTa (cesia, ceJibcoBeTa 1 T.1.).
Kpowme Toro, noBTOpuM, YTO MHOXKECTBO CYOITOITYJISI-
WA Ha KaXIOM OTIOEIbHO BBIOpAaHHOM YPOBHE
vepapXxuu MpeAcTaBIIsSIIOT coO0ii pa3dueHue Beeil Me-
TamoITYJISIIINH, T.€. COCTABJISIOT €€ IIeJIMKOM.

JaHHBI cioco® Hymepaluu, HampuMmep, Mpuio-
KM K KOHIIEHTpAIIMU1 X UHTePEeCyIoIIei (haMIInuu B ce-
Jie, KOTOpy1o OyaeM 0003HaYaTh KaK X(S;.5,.53. ...) =X(S;),
a KOHIIEHTpAIWio (paMUIMM B TPYMIle i-TO YPOBHS
KaK X(8;.8; + 1. ...) =X(S;), TI€ MyTBTUHOMED S; = S;.8; 1 |- .-
CONEPXUT TIOCIEIOBAaTEIbHOCTh HOMEPOB TPYIIII
OO0BEKTOB, Kaxnast U3 KOTOPBIX OydeT Ha emUHUILY
0o0Jiee BBICOKOTO YPOBHS U COAEPKUT MPENbIAYIILYIO.
Hanpumep, x(s;) = x(83.84.55. ...) 1a€T KOHLIEHTPALIUIO
amunuu B paitoHe ¢ HOMEPOM S5, BXOMASIIEM B 00-
JlacThb (CJIeayIOII1il ypOBEHb) C HOMEPOM Sy, U T.A.

ITpu 3TOM Ha TpakKTUKE peajbHYIO Moapa3aesieH-
HYIO MeTaronyJsliiio MOXHO paccMaTpuBaTh Kak
TEOPETUUYECKYIO COBOKYITHOCTbD, a CJIydaiiHbI BHIOOD
U3 Hee CyOnonyasiuuii MO3BOJISIET UCTOIb30BaTh Be-
POSITHOCTHBIM MOAXOM, B YACTHOCTU TOBOPUTH O Ma-
TeMaTUYECKUX OXUIAHUSIX (TIpollle TOBOPsI, O Cpel-
HUX 3HAYEHUSIX), TUCIIePCUsiX U Np. B cooTBeTCTBY-
IOLIEM KOHTEKCTE HEKOTOPBIE U3 HOMEPOB {s;} OyAyT
paccMmaTpuBaTbCsl Kak clydyaiiHble BEJIMUMHbBI, a He-
KOTOpbIe KaK (PUMKCUpOBaHHBIC. s HATISIOIHOCTH
OyaeM nucaThb B MyJIbTUHOMepPE (DUKCUPOBaHHBIE Be-
JIMYMHBI TIOC/ie BEepTUKaIbHOU uepThl. Torma s; B
X(84]s,.53...) ABISIETCS CIydaiiHOI BEJIMYMHOM, 3HAYE-
HUSIMU KOTOpPOI OyAyT HOMepa cesl Py YCIOBUM UX
BbIOOpPA U3 (PUKCUPOBAHHOTO CEJTbCOBETA C HOMEPOM S,
(KOTOpBIf HAXOAUTCSI BHYTPU CBOETO paiioHa c HoOMe-
pOM s3 M T.1.); X(S; _4[s;) OyIeT ciy4aifHOI BeJndK-
HOIi, 3HAYEHUSIMU KOTOPOIi SIBISIOTCS KOHLIEHTpAa-
oy pamMmminm B cyononyasauusx (i — 1)-ro ypoBHsI
BHYTpHY (PUKCUPOBAHHOI TPYTIIIHI §;.

Iepeviit apeymenm s; _ 1y x(s; _4|s;) ykazvieaem na
CAYHMAIIHO 8bIOUPAEMYIO CYONONYAAYUIO, a BMOPOLL S; HA CO-
Oepaicauyio ee PUKCUPOBAHHYIO SPYNNY CAe0YIoule20 ypog-
Hsa. Takm o6pasom, x(s;) — KOHLIeHTpalus haMUIiU B
(brKCHUpPOBaHHO CYOIIONYJISILIAY S;, a X(S; _ {|S;) — CIIy-
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yaliHasl BeJIMUMHA, IPUHMMAIOIIAs 3HAY€HUsT KOHIIeH-
Tpauuii paMuIny B CyOHOIMyJISILIMSIX YPOBHS i — 1, BXO-
asux B §;. MHorna ynoOGHeil ucronb30BaTh 3amuch,
MPUHATYIO JJIs1 YCJIOBHBIX MaTeEMaTUUECKUX OXUIa-
HUI1, U paccMaTpUBaTh (PUKCUPOBAaHHbBIE HOMEpa KakK
yCJI0BUE, KOTOpO€ OyAeM OTHEeNsITh BEPTUKAIbHON
yepToif mocjie 0003HaAYECHUSI CydyaiiHOI BEJTUYUHBI,
T.e. X(S; _|s;) 1 x(S; _)|s; 0003HAYAIOT OIHY U Ty Xe
CJIy4yaifHy10 BEJIMUMHY.

CPEOJHUWE 3HAYEHWA KOHLEHTPALUN
OPAMUINUN U APYTUX XAPAKTEPUCTUK
HA OTAEJIbHbBIX YPOBHAX MEPAPXUNA

CyOnonynsnuio KaxKIoro YpoOBHS XapaKTepU3yeT
KOHIIEHTpalMsI paccMaTpuBaeMoii (haMuinu B He.
Tak, x(s,) o603HaYaeT KOHIEHTpalUI0 haMUIUU B
CeJIbCOBETE S,. OHa SABJIsIETCS MaTEeMaTUYECKUM OXU-
IaHueM (CpelHUM 3HayeHUeM) KOHIIeHTpaluu ¢a-
MILIMHA B COBOKYITHOCTH CeJ (CO CIIydaiiHBIMUA HOME-
pamu {s;}) Mpu yCIOBUU MPUHAJIEXKHOCTU KaKIOTO
13 HUX 3TOMY CEJIbCOBETY C (DUKCHUPOBAHHBIM HOME-
poM s,. TepMuHBI “MaTeMaTHUEeCKOE OXUIAAHUE” U
“cpemHee 3HaUEHME” SIBJISTIOTCSI B3aMO3aMEHSIeMbIMU.

Omnpenenenne 1. Mamemamuueckum oxcudanHuem
E{x} pacnpedenenus cayuaiinoii eeauuunsvl X, Komopas
MOdicem NPUHUMAMb KOHEeYHOe YUCA0 3HaveHull {X;} c 6epo-
amuocmamu {Pr(x;))}, nazvieaemcs koncmauma, onpede-
Aaemasn Kak cpeonee 836euleHHoe 3Havenue s {x;} suoa

E{x}=xPr(x)+xPr(x)+...= inPr(x,-). (1)

HanomHum CJIEAYIOIIUE CBOMCTBa MAaTEMATUYECKOTO
OXKMIOaHUA

Eix — Efx}} = 0,
Efc} = c(otkyna E{E{x}} = E{x}),
Elcx} = cE{x},
E{x + y} = E{x} + E{y}, E{xy}= E{x}E{y}

JUTST JTI000M KOHCTAHTHI ¢ M JTIOOBIX CITy4aiiHbIX BEJIU -
YUH X U y (IJ1s1 TIPOM3BEAEHMS Xy TpeOyeTcsl He3aBU-
CHUMOCTb COMHOXKUTEJICIA).

Jlanee 1s1 BBIUMCJIEHUSI MAaTeMaTUYEeCKUX OXKUIA-
HUII MBI OyIeM IIMPOKO MCIIOIb30BaTh CICAYIONIYIO
dopmyny noanoeo mamemamu1ecKkoeo 0¥CUOAHUs CIy-
JallHO! BEJIMYNHBI X:

E{x} = E{E{xA}} = ZEx{xIA,-}Pr(A,-)- ()

3nech A o003HavaeT coobITUE B {A,}, B H0AHOI cucme-
Me HECOBMECTUMBIX CIyYaiiHBbIX COOBITUII, peain3y-
IOLIUXCS C BEPOSITHOCTIMMU { Pr(A;)} 1 Takux, 4TO 00 -
3aTeJIbHO MPOUCXOIMT OIHO U3 HuX; E {x|A;} o3Ha4a-
€T YCJIOBHOE (YCJIOBHE MHUIIIEM II0C/Ie BePTUKAIBHOM
YyepThl) MaTeMaTUYECKOe OXUIAHWE TSI CIIydailHOM
BeJIMYMHBI X (HYDKHUI MHAEKC v £ yKa3bIiBaeT Ha 1e-
PEMEHHY10, KOTOpas SIBJISIETCS CAy4allHOI U MO KOTO-
pOii IpOM3BOAUTCS YCPEOHEHNE ) IIPU YCIIOBUU PeajIy-
3allMd COOTBETCTBYIOIIIETO CJIyYaitHOTO COOBbITHS A;.
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HampuMep, B MCKYCCTBEHHOM CUTyallMHM, KOTaa
MOJIHASI CUCTEMA COCTOUT U3 TOPOIACKUX U CEeTbCKUX
XuTeneit, cpemHU Bec Xutenasa FE{eec} paBeH
E{sec|ncumenv 2opooa} Pr(occumens eopoda) +
E{sec|ncumensv ceaal - Pr(osccumens cena). Y Hac mnpu
CJIy9aiiHOM BBIOOpE cyOmomy/sinuii (Tpymi) B Kade-
CTBE TIOJHOM CHCTEMBlI OOBIYHO paccMaTpUBAIOTCS
(HerepeceKalolecst) Cyornomnyasiiuu {s;} C OMHUM U
TEM XK€ YPOBHEM MepapXuu, BMECTE COCTAaBJISIONINE
BCIO METaITOMyJIsSILIUIO S.

Pazbuenuem xaxoro-mmbo MHOXECTBA Ha3bIBaeT-
Cs €ero MpeacTaBlIeHUE B BUAE OOBeAMHEHUS IIPOU3-
BOJIHOT'O KOJIMYECTBA MOIMapHO HellepeceKarolXcs
HEITyCTBIX IIOIMHOXKECTB. SICHO, 4TO BCe YacTu pa3oue-
HUSI COBOKYITHOCTH S Ha JTIOOOM YPOBHE U€papXuu [ 00-
PAa3yIoT IIOJIHYIO CUCTEMY CITyJaiiHBIX COOBITHIA, peajIn-
3yIOLIMXCS MPU BbIOOpe Hayran s; u3 s. Kaxmayo us
TaK1X CUCTEM MOXHO MCITOJIb30BaTh B (pOpMyJie MoJ-
HOI0 MaTeMaTU4eCKOro oXugaHus (2) mis ciaydaii-
HOI BEJINUMHBI.

O4eBUAHO, YTO B JIIOOOI COBOKYITHOCTH, COCTOSI-
IIei U3 OOBEKTOB C UMCIOBOI XapaKTepUCTUKOH X,
cpemHee 3HAYEHUE X B MPOU3BOJBHOI 4aCTU COBO-
KYITHOCTHU BbIpaxkaeTcsl KaK cpeaHee 3HaYeHUE X JIJIS
00BEKTOB, BXOISIINX B 3Ty YacTh. B mmonpasneaecHHOM
MOMYJISILIMU S KOHLIEHTpalus dhaMuiauu x(s;) B rpyI-
Te §; BhIpaxaeTcs uepe3 KOHLEHTpAlUU BXOJSIIMX B
s; cyornomynsiuuii {s;}, eIMHUL, HaOIOAEHUS, MO
¢dopMysie MaTeMaTUIECKOTO OXUIAHUS KaK

X(S,-) = Es] {X(SI)|S,-} = ZX(SI)Pr(Sllsi)a

e Eg {x(s,)|s;} 0603HaUaeT MaTeMaTUYECKOE OXKMIA~
HUE CIydailHON BEJMYMHBI X(S,]s;), MPUHUMAIOLIEH
3HAYEeHMUS KOHILCHTpauui paMuiimm B CyOIOITyIIs-
LUsX {S;} Ipu BBIOOpE HayTal S; U3 S;; HUXKHUN WH-
mekc y Eg ciyXuT jist 00JIerYeHus] OPUEHTAlMU B
YPOBHE MEpapXuM CyOIOIyJsiuii, BBIOOP KOTOPBIX
CJly4aeH U MO KOTOPBIM MPOUCXOAUT YCPEIHEHUE;
Pr(s,|s;) — BEepOSITHOCTD CITy4aifHOTO BBIOOpA CyGITIO-
MYJISIUMUA §; TPU YCIOBUM, YTO BBIOOP MPOM3BOAUTCS
U3 TPYINIbI S;; CYMMHUPOBAHUE OCYIIECTBJISIETCS 1O
BCEM TakuM cyomnomnyasuusim {s;} B rpynrme s;. s
(baMuUNIBbHBIX JAHHBIX X(S;) — 3TO MaTEMAaTUYECKOE
OXHWJaHUE KOHUEHTpauuu damMuivuyd B clydallHO
BbIOPAHHOM CeJi€ S| BHYTPU §; (3TO CpeHee B3BEIICH-
HOe 3HaueHMe x(S,) ¢ Becamu {Pr(s,|s;)} I KOHIIEH-
Tpauuii {x(s,|s,)} B cemax {s,}).

AHAJIOTUYHO MOXHO ONIPENCINTh 3HAUCHUE TTPO-
U3BOJBbHOM (DYHKLMU OT KOHLEHTpauuu (haMuinu
g(x(s,)) B cyObmonyasiiMuu BTOPOTO YPOBHS S, Kak Ma-
TeMaTU4YeCKoe OXUIaHWe 3HAYCHUI g B COCTaBJISIIO-
UX S, CYyONMOMYJSILUSIX MEepBOro ypoBHs {s;}. s
YpOBHS i GyHKIIMSA g(x(S;)) TAaKXKe orpenessieTcs: 3Ha-
YEeHUSIMU g B {S; _ |}, COCTaBJISIIOIIMX S;, U g(x(s;)) naer
cpenHee 3HaUeHUe Kak 1Jist Habopa {g(x(s; _))}, Tak u
IUJIsI COOTBETCTBYIOIIIEro Habopa {g(x(s;))} us {s,}, co-
nepxkaiuxcs B ;. HammpumMep, Koraa pojib g UTpaer X,
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TO TIOJyYMM TMPUBEAEHHYIO paHee GopMyTy IS X(S;).
Beiiiie Mbl TPUMEHWIN OTHO U TO XK€ 00O03HAUYEHUE §;
K Pa3HbIM CyOomomyJsiuusiM {s,} MepBOro YpOBHSI,
CITy4aifHO BBIOMpPAEeMbIM U3 §;, TaK Kak X(S,|s;) — ciy-
yaifHast nepeMeHHas BeJIMYMHA, IPUHUMAIOIIast 3Ha-
yeHus {x(s,)} ¢ BepossTHOCTIMU {Pr(s,|s;)}. OnuH u3
CIT0cO00B (PUKCHUPOBATh KOHKPETHYIO CYOITOITYJIs-
LIMIO COCTOUT B MpUcBauBaHuu eit Homepa. Torna {s}
MPENCTaBUMO Kak {s;;}, Iie kK HyMepyeT CyOIomyisi-
LI JaHHOTO MEPBOTO YPOBHSI.

3amevanne 1. [lycmov paccmampueaemcsi co8OKyn-
Hocmb S 00BeKmoé {S|}, pazbumas Ha NPoOU360bHblE
(Henepecekarowuecs) yacmu {S,}, u 044 Ka»scooeo u3
005eKmos {S|} onpedesena Huci08as xapaKkmepucmurka
x = Xx(s)).

To20a mamemamuueckoe oxcudanue E{x(s,)} ors 3ua-
YeHUIl X 60 8Cell COBOKYNHOCMU S PAGHO CPeOHeMY 3HAUEHUIO
ons mamemamuueckux oxcudanui Eg {x(sl)|sﬂ} = x(sp)
BHA4eHULl X 8 OMOeAbHbIX ee YACAX:

E{x(s))} = Ep{x(s,)|s} = Zx(s 2)Pr(sp)s), (3)

ede j Hymepyem wacmu {S,} = {S,} paccmampueaemozo
pasouenus, Pr(sﬂ|s) 0003HAUaAeM 8ePOSIMHOCMb CAVHALL-
HO20 6b100pa S; U3 S.

Jloka3zarenbpcTBo. HammoMHMM, 4TO ecIv JaHa Co-
BOKYITHOCTb § OOBEKTOB {S;} C YUCIOBBIM IPU3HAKOM

x(S,), TO CpeTHMUM 3HAYCHUEM X B HEll IO oIIpemeie-
Huto (1) oyaet E{x(s))} = Eskl{x(sk1)|s}. IMokaxem, uyTo

E{x(s)} = E,, {x(s)ls} = E;p{x(s )]s},
T.C. Zx(sl)Pr(sl|s) = Zx(sjz)P"(sz|S)-
S| J

Hampumep, korma o0beKTaMU SIBJISIIOTCSI UHIUBUIY -
VMBI, XapaKTepu3yeMble CBOMM BECOM X(S;), TO 3Ta
dopmyna mrst E{x} maet cpenHuii BeC UHINBUIYYMa.
B pamkax aMMILHBIX HMCCIEIOBAaHUMN OOBEKTaAaMU
(emHULIAMY HAOJIOIEHUST) B COBOKYITHOCTH (METaII0-
MyJISILMK) SIBJISIFOTCSL CyOTONYJISILUU {S;}, @ YMCITOBbIM
MPU3HAKOM OOBbeKTa (CyONOMyIsLIMK) §; CIIY>KUT KOH-
LeHTpauust x(s;) paccmaTpuBaeMoil damMwinuu B S;.
ITpu BrIOOpPE HayTa CyONONYISILUY §; U3 S 3HAUEHUE
x(s;) OyneT ciaydyailHOI BEJIMYMHOU CO 3HAYCHUSIMU
{x(s,;)}, HAOMIOHAEMBIMU B CYOMOMYJISILUSIX TIEPBOTO
YPOBHSI, 3aHYMEPOBAaHHBIMY MHIEKCOM K.

Tak kak mMaremaTuueckoe oxxunanue E{x(s;)} sBisi-
€TCs1 B3BEILIEHHOM CYMMOI1 3HaueHui {x(s;)}, TO OHO He
3asucum om nopsoxa caaeaemvix. [103TOMy MOXHO pac-
MOJIOXKUTH COCTABISTIONIIE MAaTEMAaTUIECKOE OXKUIaHE
E{x(s,)} cnaraemble 0710KaMu, COOTBETCTBYIOLLIMMU Ya-
CTSIM pa3OMEHMsI COBOKYITHOCTH § Ha {S,}. 31eCh S,
0003HaYaeT j-10 YaCTh COBOKYITHOCTHU S, COCTOSIIIYIO
U3 Hauiexamux {s;} = {sy,}, rue kK Hymepyet oObeKThbI
BHYTPH {Sj}. JIpyTMMU ClIOBaMM, B COOTBETCTBYIO-
IIeM KOHTEKCTe §; (S,) SABISAETCS CIydaitHoit mepe-
MEHHOM CO 3HaYEHUAMH {8y} ({Sp}).

ITACEKOB

[Mpu cyMmMupoBaHUM 110 TIEPEMEHHOM S, B cIyJae
YIOPSIIOYMBAHMS 110 j PACTIONIOXEHUs OJIOKOB CHa-
Yaja ITOJyYMM B3BEIICHHYIO CyMMY CJIaraéMBIX, CO-
OTBETCTBYIOIINX IIEPBOI YACTH S|, Ppa30MEHUsI, TOTOM
CyMMY JUUIS1 BTOPOIi YacTHu S,, U T.1. B utore matema-
THYECKOE OKUIAHUE X IJIsT BCEH IoapasaeIeHHOM CO-
BOKYITHOCTHM, PasOMTON Ha 4acTu {Sp}, HAXOAUTCH
CYyMMUPOBaHUEM BHYTPU O4YeperIHOro 6yoka (1Mo s; B
COOTBETCTBYIOIICH YacTu) U IO caMUM O1oKaM (T.e.
0 YacTsIM COBOKYITHOCTH, TIOKa OHU He OymyT uc-
yepraHsbl). B pe3yibpTaTe nojiyyaem cyMmMy IO BCEM S
W3 S, MHa4Ye TOBOPSI, TT0 BCEM K

x(s) = Ey {x(s))|s} = D x(s))Pr(s,[s) =
= Zx(skl)Pr(sk1|s).
k

3nech Pr(s;,|s) 0603HayaeT BEPOSITHOCTD CIIy4aifHOIO
BBIOOpA S;; U3 S, T.€. BHIOOPA COOTBETCTBYIOLLETO O0b-
eKTa s;. YUTeM, 4YTO COIJITaCHO OYEBUJIHOMY BapUAHTY
dopMmyiibl (2) BEpOSATHOCTb BbIOOpA HAyran S, U3 S
BBIPAXKaeTCs Yepe3 BEPOSATHOCTU BHIOOPOB Sy U3 S, U
S U3 S KaK

J
Pr(sy|s) = D Pr(sy|s,»)Pr(s |s).
J

B pesynbrare moncTaHOBKHU szr(s,dls 2)Pr(s [s)

BMecCTO Pr(s;,|s) B x(S) 1 N3MEHEHUS IIOPSIIKA CYMMU-
pOBaHUs MOJIydaeM

X() = D X(s0)Pr(s,s) =
3503 Prlsals2) Pris ls) =
= Z(; x(s;1>Pr<sk1|sjz))Pr(s,-zI s) =
2 X(8 ) Pr(sp|s) = Ejp{x(s)[s}

3aech nIpy KaxXIOM j CYMMHpPOBaHUE 110 kK (CyMMUPOBa-
HMUE TI0 S} ) UAET He T10 BCeii COBOKYITHOCTH, 2 BHYTPHU €€
Jj-# yactu (BHyTpHu 6710Ka j). CoracHo omnpeneneHuto (1)
BHYTpeHHeEe CYMMUPOBaHNE JaeT CpeaHee 3HaUeHIE X B

cyoronysinu s, (Zk x(skl)P’”(Sk1|sz)) = x(sp), a
BHELIHEE CYMMUPOBAHMUE T10 j (110 S;5) TaET CyMMY T10

o0Kkam (ZJ x(8 ) Pr(s j2|s)). Takum obpazom momy-

yaeM cyMMmy 1o BceM {s;} B s. TeM caMbIM cpenHee
3HaueHUE X(S;) BO BCel MOmpasneIeHHOM COBOKYIT-
HOCTH BbIPAXXAETC Y€PE3 CPEIHUE BETUUMHBI {X(S))}
B COCTaBJIAIOLIMX €€ YaCTsX {Sp} Kak x(s)} = E{x} =

= ij(s 2)Pr(s s). <

Tenepp oOpaTUMCSl K UepapXUYECKU ITIoapas3fe-
JIECHHBIM COBOKYITHOCTSM. Y Hac uepapxudeckas
CTPYKTypa pa3OMeHMIi O3HAYAET, YTO JI0Oast 4acTh S;
pa30MeHUsT COCTOUT, B CBOIO OYepEeIb, U3 YACTEil clie-
JIyromiero 6oJjiee HU3KOro YPOBHS Mepapxuu, pa30ou-

FTEHETUKA TtomM 58 Ne 6 2022



OINMMUCAHME JIUBEPTEHLIMU CYBIIONVYJIALMUN B UEPAPXUYECKOW CUCTEME

TBIX MEepapXW4YeCKU BIUIOTh OO HEMOApa3aesIeHHBIX
€IWHULL HAOMIOAEHUS {S}.

CaencrBue 2. [lycmb pa3buenue cOB0OKYRHOCMU S HA
wacmu {S;, j = 1, 2, ...} aensemesn uepapxuueckum, uH-
dekci=1, 2, 8;; 0003Hauaem ypoeens uepapxuu, a
Jj — Homep wacmu pazbuenus Ha smom ypoeHe. [lono-
ACUM, UMO KANCOAsL HaACMb S; XapaKmepusyemcsi Coon-
8eMCMBYHOUUM CPEOHUM 3HatteHueM x(8;;) uucnogoeo
npu3HaKa Xx.

To20a x(s;) évipaxcaemcs uepes {x(Sy,), k=1,2, ... },
m.e. uepe3 cpeoHue 3HAYEHUS X 6 COOePHCAUUXCA 6 S;;
YACMAX {Sy,,} 00H020 U Mo2o dce (bonee HU3K020) YPOBHS
m < i, Kak

X(sz) =

E {X(51)| Sji} = zx(skm)Pr(Skmlsji) =
%

= Ekm {x(skm)l Sji)}’ m < ia

unpum=2,3,

x(s;)=E, {X(Sl)l Sji} =Ey {x (Sk1)| Sji)} =
=Ep, {x(sk2)| Sji)} =...=Ey; {x(ski—1)| Sji)}a

x(s;;) = Eyiy {x(ski71)| Sj[} =
= Eyio {Eni—Z {x (Sni—2 )| Sk i—l}| ij} >

ede undexc muna km y Ekm{x(skm)|sj,-)} yKasvlieaem Ha
onepayuro ycpednenus {x(s,,)} no k, koeda ypoeeHb
uepapxuu m QUKCUPOBaH U HA HeM CAYYAUHO 6bt6upa—

emcst CYOnonyAsAyUs Sy,,, 6X00Auasn 6 cocmas sy, k =

C))

3, e

Joka3aTtenbcTBo. HamoMHMM, 9TO B JOKa3aHHOM
BBIIIIE 3aMEYaHNM pa30bMeHNe COBOKYITHOCTH Ha OJI0KU
Mpou3BoNIbHO. Hampumep, mpu ee uepapxudecKoit
NONPA3IEIEHHOCTH TAKOE Pa3OMEHHE S; MOXKET COCTO-
SITh U3 YacTeli Ha (i — 1)-M YpOBHE U cpeJiHee 3HAYEHUE X
IS S; ABJISAETCA CPENHMM [UISl CPEIHUX 3HAYEHMI X
(0603HaYaeMbIX X(S; ; _ 1)) IUIsl Yyactei {s; ; _ |}, BXons-
LIMX B §; HA YpOBHE Mepapxuu i — 1. B yacTHoM ciy-
Yae, KOrJa BEIOpaH ypoBeHb m = i — 1, uMeeM

x(s;) = Eyiy {X(Ski71)| Sj[} =
=" x(Seimt) Pr(Simlsy), =23,
3
ToyHO Tak ke MOXHO BBIPa3UTh CpeldHee 3HaUe-
HUE X(S; ;_ ;) IUI1 X B YaCTU COBOKYITHOCTHU S ; _ | KaK

E,;_»{x(s,;_»)ISx;_ 1}, Lo n HyMepyeT 4acTu pazoue-
HUS S, ;_ |, OTKyOa

x(s;;) = Eyiy {X(Ski—1)| ij}
= Eiin {Eni—Z {x(sni—2)| Ski—1}| Sji}’ T.C.
E i {Eni—2 {x (Sni—Z >| Sk 1—1}| Sji} =
= Ep i {x (Ski—l)| Sji} <

Ecim iponosKuTh 3Ty TIPOIemypy, TO Jajiee TTOTYIrM,
9TO
TEHETUKA
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x(sji) = Es,{x(sl)l S} =
=E i AE, i {-“{Es] {x(51)| 52}--~| Smi_2}| Sk,-_l}| sjl-},
i=273,...,

T.C.

Eyi {Em i-2 { . -{E51 {X(S1)| SH} .. | Sim i—2}| Ski—1}| Sji} =

= E, {x(s))|s;:}-

DdopMyJia TTOJTHOTO MaTeMAaTHYECKOTO oxKuaaHust (2)
BepHa IJIs1 JIIOOOI CilydaiiHOW BEJIWYMHBI, U BBILIE
OHa MCIIOJb30BaJIaCh Ha MNpUMeEpe HepapXUIeCKH
Moapas3aeJeHHONM COBOKYITHOCTH, e urypuponasa
cllydaiiHasl BeJIMmdnHa X. B KoHTekcTe n3ydyeHus da-
MWUJIBHOM CTPYKTYPbl Mbl MHTEPIIPETUPYEM X Kak
KOHIIEHTpaLKI0 (PaMUJIMU B COOTBETCTBYIOLIEH Cy0-
nomyisuuu. B nanpHeiimem OyayT paccMaTpuBaThCs
(GyHKUMU OT X, HanmpuMep x> WIA BEPOSITHOCTD
Hs(x(s)) cnydaiiHoii BCTpeyd MHAMBUIYYMOB C pas3-
HBIMU (haMIJIVMSIMU, ¥ CJTy4aiiHOM BEJIMUMHOMN MOXKET
OBITh TTPOM3BOJIbHASA DYHKIIUS g(X(S)).

OueBuIHO, KOIra g paBHAETCS X, X~ Wiu Hs, To B
CYONOMYJISIIUY YPOBHSI UEPAPXUU § KOHLIEHTpaLUs X(S;)
dammimm, ee (CpemHMI) KBaapaT WM BEPOSITHOCTh
Hs cnydaiiHoii BCTpeuu OBYX MHAWBUIAYYMOB C pa3-
HBIMU (DaMIIASIMU COIJIACHO (4) HAXOmSATCS KaK

x(s;) = Eg {x(s))|s;} = z x(sy) Pr(sy|s,),
xz(si)EEsl{x (Sl| } ZX S| PF(SI|S)

Hs(x(s,)) =
—ZHS

npu g(x(s;)) = Hs(x(si)). 3meck Pr(s||s;) — BeposT-
HOCTb CJIyYaiiHOTO BbIOOpa CyOIOMYJISILIMU S| U3 CYO-
MNOOYJISIUU S;; CYMMUPOBAHUE OCYLUECTBIISIETCS MO
BCEM S| U3 S;.

2

Eq {HS(X(51 )lsi} =
x(s))) Pr(ss;)

NUCITEPCHA B MEPAPXUYECKHN
IMOAPA3SAEIIEHHOU METAITIOITVIIALINNA

B MeTamonyisinuu ¢ uepapxXudeckoi CTpyKTypoii
MOoapa3ne/IeHHOCTY Ha KaKIOM M3 YPOBHEI CyIIIeCTBY-
€T B 0011IeM ClTydae CBOsI (paMUIbHAsI AUBEPIEeHIIUS CyO-
nonyssuuii. [To aHanorum ¢ aHaJIM30M HeTonpaszie-
JIeHHOoM Tronysisiyu [1, 2] B KadecTBe XapaKTEPUCTUK
JIMBEPIreHIINN B COBOKYITHOCTH CYOITOMYJISIUI MOXKHO
HMCIOJIb30BaTh IUCIIEPCUY KOHIIEHTpauii (paMuinii
U BEPOSITHOCTHU CIy4YaliHBIX BCTPEY MHAMBUILYYMOB C
OOMHAKOBBLIMU U C pa3HBIMU (DaMIINSIMU.

IToBTOpPKM, YTO KOIga paccMaTpuBaeTcsl peajbHast
IpyIina cyornonyssumii ¢ pUKCUpOBaHHBIMI COCTOSTHU-
SIMU, TO TIPY CITydaifHOM BBIOOpPE OTHOM M3 HUX OyIeM
HCIIOJIb30BaTh BEPOSITHOCTHYIO TEXHUKY IIJISI BEIYMCIIC-
HUSI MHTEPECYIOIMX Hac (CKaXXeM, CpeqHNX 3HAYCHMI,
nucnepcuii) xapakrepuctuk. IIpy a3ToM cpenHue 3Ha-
YeHUsI MCHOJb3YIOTCI KaK MaTeMaTUYECKUE OXUOa-
HUS IS OTIMCAaHMS status quo MeTaIToITyIsIiInn 0e3
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MPEANOI0XKEHUS O €€ COCTOSHUM KaK CIy4aiHO BbI-
OOPKM U3 HEKOTOPOIT TEOPETUIECKON COBOKYITHOCTH.

Hanomuum onpeacjacHueC 1UCIICpCrum.

Omnpenenenne 2. Jucnepcueii V(x) cayuaiinoii eenu-
YLUHbL X HA3bIBACMCL KOHCMAHmMa, onpeodeasemast ¢hop-
Mynoi

V(x) = E\(x - E{x))’} =

=3 (x - Ex))? Pr(x), wn B} — (B, O
X

Takmm oOpa3oM, mUCHEpPCHsS SIBIISIETCS CPESIHUM
KBaJpaToOM PACCTOSHUSI MEXIy ClydyaiiHbIM 3Haye-
HUEM X 1 MaTeMaTUIeCKUM oxuaanueMm E{x} 1, Kak
XOPOIIIO U3BECTHO, paBHA PA3HOCTU MEXIY CPEIHUM
kBagpaTtoM E{x?} u kBagpatom cpenHero (E{x})2. VY
Hac JuUcHepcusl KOHLIEHTpauuu paMUINKM XapaKTe-
pusyeT GaMUIILHYIO TUBEPTSHIINIO CYOITOIYIISIIINI 1
BaXkHa TaKKe 13-3a €€ CBSI3M C I'CHETUYCCKOIM OUBEp-
reHI1e 1 ¢ KoadduimeHTroM nHOpUauHra (CM., Ha-
npumep, [1, 2]). HamomHuMm, yto nucriepcust ciaydaii-
HO BEJIMIMHBI X(S{S; | |) 9TO y HAC IMCTIEPCHS KOHIIEH-
Tpaluu X, HaOJOJaeMOll B CyOornomyJsiiuu S; Mpu
BbIOOpE Hayraz s; U3 s; 4 |-

MynsTUHOMED B KaudecTBe UAeHTUDUKATOpa
MOXXHO VICITOJTB30BaTh He TOJIBKO BMECTe ¢ KOHIICHTpa-
IMSIMU (DaMUJTUiA, HO U C IPYTUMU XapaKTEePUCTUKAMU
COCTOSTHUSI TIOTTYJTSAIINIA, HAITpUMeEp ¢ TUcIiepcusiMu. B
COOTBETCTBUU C TIPUHSATHIMU HaMM OOO3HAYCHUSMU
X(Sjs; 1 |) ABISIETCST CIIy4aiiHOW BEJIMYMHOMN, IPUHU-
Maroleit 3HaueHus {x(s;)}, rae x(s;) — KOHUEeHTpaLus
paccmarpuBaeMoii (amMuiuu B CyONONYJSLUU S;
BHYTDHU S; 4 . Ob603nauum uepes Vs(x(s,-|sj,-Jr 1)) ducnep-
curo cAyaiiHol eeaunutvt X (S|s; 4 1), komopas aeasemcs
apeymenmom y Vs. CormacHo onpeneeHUsIM MaTeMa-
TUYECKOTO OXunaHust Eg {x(s,-)|sj,- +1} W Oucrnepcuu
Vs(x(sls; +1)) Ins pacrpeneneHus KOHLEHTpalUu
amunuu no cyomonyIsiLusIM i-ro ypoBHs {S;}, BXO-
IS BS;; 4 1, T.€. JUISl CITyJaifHOM BETMUMHBI X(S]S; 1 1),
nuMeeM ¢ yuyeToM (5)

Es,»{x(si)| Sjisi} = Zx(si)Pr(silsjiH) =
= zx(ski)Pr(skilsjiH) = x(sjm),
I3

Vs(x(s8:21)) = Es {(x(s,) — E, {x(s)})’]8 001} =
= E, {(x(s;) = x(5,,:))l8 1} =
= E, {xz (si)| sji+1} - x’ (8)i41)
Vs(x(s,]8)) = E, {(x(s,) = E, ()} S =
= E,{x2(s)|8n) = X' )y m > .

31ech K CUMBOJIYy aucriepcuu V (1 majnee K craHaapT-
HBIM B OMOMETpHUHM 0003HAYEHUSM JIPYTUX CTATUCTIUE-
CKMX XapaKTEepUCTUK) NOOABISIETCS OyKBa S IJIsT HAIO-
MUWHAaHUS, YTO Pedb UAET O (PaMIUITUSX, a He 00 alljIeIsax
B CyOITOITYJISIIINSIX.

(6)

ITACEKOB

ITOJIHAA, MEXTPYIIITOBASA
1 BHYTPUTIPYIIIIOBAA JUCITEPCHUUN

B monpaszaeneHHol Ha TpyIIbl HOMYJISIIINA BhIIe-
JISIIOT HECKOJIBKO TUIIOB AUCHEPCUM: TIOTHYIO (0OIITYyI0)
BO BCEU MeTamomyJsiliui, MEXIPYIIIIOBYIO (IUCIep-
CUIO pacIipelelIeHUsI CPeIHMX 3HA4YeHUI MpHU3HaKa
10 TPYIIIIaM) 1 BHYTPUTPYIIIOBYIO TUCIIEPCUM YMCIIO-
BOro Tpu3Haka. [TosICHUM 3TO CIIeayIoIIUM HMCKYC-
CTBEHHEIM IIpUMepOM. PaccMoOTpuM HOpoOCTeilnyio
HEPAPXUYECKYIO0 CUCTEMY M3 M3y4aeMbIX B OTHOIIIE-
HUM Beca XXKUTEJEU celbCOBETa, COCTOSIIEro U3 cell
(equHUIIE HAOMIONEHUS SIBIISICTCS OTIEJIbHBIN K1-
TeJIb, XapaKTepu3yeMblii 3HAaU€HUEM CBOEIO Beca).
Torma MMeroTCsT TpU TUIIA COBOKYITHOCTEH: ITOJIHAS
(001m1asT) COBOKYIIHOCTD 3HAaYCHUI Beca Y BCEX JKUTe-
Jeil ceabcoBeTa, COBOKYIMHOCTb CPEIHUX 3HAYEHMIA
Beca XXUTeJIeH B OTHEJbHBIX CeJlaX CEJIbCOBETA U CO-
BOKYITHOCTU 3HAYCHUI Beca y XUTeIeil BHYTPH OT-
JIeJIbHBIX CeJI CeJIbCOBETA.

CoOOTBETCTBEHHO OymeT TpM THUNA TUCIIEPCUIA:
noiHas (00111as1) AUCHepcrs 3HaYeHUI Beca TSI BCEX
KUTeJIel ceabcoBeTa (IMCIepCHs Beca y enMHUILL Ha-
OJIrOICHUS IPU OTCYTCTBUM Y HUX KaKOM-IU00 TpyII-
MMAPOBKHU), MEXTPYIINOBAas IUCTICPCUSI CPEIHUX 3HaA-
YyeHUI Beca XXUTeJell ero ceJ U BHYTPUTPYMIIOBas
IUCIIepCHs Beca XUTeJIeil OTOeIbHOTO cejla (CeIbCco-
BET B 1IEJIOM XapaKTEepU3yeT CPEMHSISI BHYTPUTPYIIIIO-
Bast AUCIIEPCUS JISI €TO Cel).

B Hamem ciyyae aHanu3za amMunuii Ha nonyasayu-
OHHOM YpOGHe eNVHULIeN HAOIIOAEHUS SIBJSIETCS OT-
NeJIbHOE CeJIo §;, XapaKTepu3yemMoe Terepb He BECOM,
a KOHILIEHTpalMeit paccMaTpuBaemMoii haMuinm x(s,)
IUISL >KUTeJIel cena §; B 1IeJIOM; ceJia TPYIIIUPYIOTCS B
CEJIbCOBETHI {S,} C KOHLIEHTPpaLMSIMU (haMUJIUU B HUX
{x(s,)}, a cenbcoBeThl 0OPA3YIOT HEKOTOPbIil palioH S;
C KOHILIEHTpauuen paMmimm (0O0IIMM CPETHIM 3Ha-
YEeHHWEM KOHLEHTpalUK1) B HeM x(S;). OueBUIHO, BCE
BMecTe cejia (CyOIToImyIsiuy IIEPBOro YPOBHSI) JalOT
paiioH, TOYHO TaK XK€ KaK €To Jal0T U BCE CeJIbCOBEThI
(cyOrmonyasinuy BTOPOro YPOBHSI), BOOOILEe Bce Cy0-
MOIYJISILAM JII0OO0r0 OTAEIBHOTO YPOBHSI 00pa3yloT
METAIIOIYJISILIIO LIeJIMKoM. JIj1s1 Hayran BeIOpaHHOI
CyOMOIYJISINN S| U3 S;, KOHLIEHTPaLust (paMUInK B S,
OyneT cllydyaiiHOM BeJIMYUHOMN x(sl|sjz) Cc Maremaruue-
CKUM OXUIAHUEM X(S;), PABHBIM CPEIHEMY 3Haye-
HUIO KOHLEHTpaluu (pamuium B cenax {x(s;)}.

PaccMoTpuM obl1iiee MaTeMaTUUYECKOE OXUIaHUE
KOHIIEHTpallM1i paccMaTpuBaeMoii (pamuiuu B pac-
MPEeNEJICHHON MO palloHy S; MepapXUYECKU MOApas3-
JeJiIeHHOM MeTtaronyJsiyuu. OHa COCTOUT U3 CyOro-
MyJISIUMI CETCOBETOB U CEJ1 C MYJIbTUHOMEPAMU {S,},
{s|}, cooTBeTCTBYIOIIIMMU YPOBHSIM uepapxuu 1 u 2.
KoHueHTpaly nHTepecyloleii aMmwiny B HUX 000-
3HaueHbl Kak {x(s,)} u {x(s,)}. CormacHo paHee U3J0-
KEHHOMY X(Sp) = E {x(s)lsa}, a x(s;5) = Eg, {x(s))lss}-
IMonHas aucriepcust (10 HECTPYNITUPOBAHHBIM €IUHU-
aM HaOmoneHus (cemam)) — 3TO AUCIIEPCUST pacipe-
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JeJIeHVs 3HAYeHII KOHIIEHTpay aMuin {x(s,)|s;}
10 CeJlaM BCEero paifoHa.

Pacnipenenierie KOHIIEHTpAaK (paMIini {x(s,|s;)}
10 CyOnomyJIsILUsIM BTOPOTO YPOBHS (CEJILCOBETAM)
XapaKTepu3yeTcsl He TOJIbKO CpelHell KOHIIEHTpaluei
x(s;) (MaTeMaTUYeCKUM OXMIAHUEM), HO U MEXTPYII-
MOBOM mucriepcueit Vs, (x(s,)s;)), oTpaxaroreii da-
MUWJIbHYIO JUBEPTEHLIMIO CYyONONyJISLUMA {S,} ApyT OT
npyra (1Mo cejibcoBeTaM). DTy MEXTIPYMIIOBYIO JMC-
TIepCUI0 MOXHO TIPENCTaBUTh COTTIacHO (6) Kak pas-
HOCTb CPEIHETo KBajpara u KBajJpaTa CpeIHero:

Vspon(X(53]85)) = Ey {7 (5,)]85) = (B, {x(5)]8:})" =

= E,, {x2 (Sz)| 53} - x’ (s3)-

JlnBepreHIINST 0OBIYHO CYIIECTBYET MEXKITY CyOITO-
NyJSIUUSIMU {S,} KaK Ha JaHHOM BTOPOM YPOBHE, TaK
U MEXIY BXOASIIIMMU B OTAEIbHBIE TPYIIIHI {S,} CyO-
MOMyJSAUSAMU {S;} Ha €IUHUILY MEHBIIEro YpOBHS
(Mexny cenamu {S;} BHYTPU KaXIOTo CEIbCOBETA).
OHa xapakTepu3yeTcsl BHyTPUTPYNIIOBbIMU JdUCIIEP-
CUSIMU {Vs,-,,(x(sl|sﬂ))}. 15T OTHENBbHOM CyOITOny IS
S, BHYTPUTPYIITIOBAst IUCTIEPCHsT KOHLIEHTPALIMK UMe-
eT BUII

Vsu(x(si|s2)) = E, {x* (5,80} = % (5,) =
= sz (s1)) Pr(sy|s,») - X’ (s2)-

CpenHeit BHYyTpUTpYNIIOBO aucnepcueii (cpem-
Hel quBepreHLeil KOHIeHTpauu (paMINH 110 ce-
JiaM {s,;} BHYTpU CEIbCOBETA S, U3 pailoHa S;) OyneT

E,, {Vs;, (x(s)|:))|85} = D Vs, (x(s)]5,))Pr(s,| s) =

= E{E,{x* (s)]s2}f = X (1) 5} =
=E, {ES] {xz (s))) s2}| 53} - E, {x2 (s,)) 53} =
= B, {2 (5,85} — B, {x (s,)|s3)}.

Tak KaK E {Eg {x2 (s1)Is2)lss} = E {xz(s,)|s3} coryac-
HO (4).

JaHHbBIe TUNBI OUCIIEPCUM IS TpPeX YPOBHEM
nepapxuy 0000IIAI0TCI Ha CIIydail MEeTaIlOITy SN
S,, C m ypoBHsiMu uepapxuu. Ha kaxmnom ypoBHe k
HaXONSITCsl CyOMoOmyysiuu {S,}, BMECTE€ COCTaBJISIIO-
LK€ METANOMYJISILUIO S,, U OObEANHSIEMBbIE B TPYIIIHI,
NPENCTABIAIOIINE CyOIONyIsaumu {8y 41, j = 1, 2, ...}
caenytoiiero (k + 1)-ro ypoBHs1 uepapxuu, rie j Hyme-
pyeT cyOIomnyJisiiuu ¢ ypoBHeM uepapxuu k + 1. Pac-
npenejaeHre KOHLEHTpaluuu x(S;) paccMaTprBaeMoi
daMIMy BHYTPU 3TUX TPYIIT XapaKTepU3YyeTcsl Cpe-
HUM 3HaYeHueM E, {x (s, )[s .} = X(Sy + ) ¥ mucrep-
cueit Vs(x(sylsy +1)), T.e. obo3HayeHue Vs, (x(s;lsy + 1))
OTHOCHUM K JHUCIEPCUM pacIipeaesieHusT KOHIIEHTPa-
11U x(s;) amuimm mno cyononyasinusiM ypoBHs k <
< mBHYTPU S ; 1. [Ip1 5TOM MOXKHO UCIIOJIb30BATh TE
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JK€ CaMbl€ TUTIBI JUCTIEPCUM, UTO U paHee B IIPOCTE-
IIEM CITyJae.

Ilon noanoii (obweil) ducnepcueii pacrpeneaeHus
KOHIIEHTpaluuu (haMWJIMU MO BCE MeTamomyJIsIIun
S,, TOHUMaeTcsl AMCIiepCcusi pacnpeae/eHnsI KOHIEH-
TpallMd MO HECTPYNMNUPOBAHHBIM CYONOMYISLIMIM
{s;} ypoBHs1 enrHULIbl HabmOAEeHUS (OOBIYHO OTHO-
CUMBIM K TIEpBOMY YPOBHIO {S,}), T.€. 1S Bceit meTa-
MOMNYJISILUMU S,, IPU OTCYTCTBUU B HEU TPYNIUPOBOK.
Dra mucnepcus o6o3HavaeTcs Kak Vs, (x(s(ls,)). B
Ka4yeCTBE YCJIOBHO HEMNOMpa3iesIeHHON eIWHUIIbI Ha-
OroneHMsI MOXET ObITh BbIOpaHa MOMyJIsILus U Ooee
BBICOKOTO YPOBHSI repapxum k, 1 < k < m (ckaxkeM, IIpu
OTCYTCTBUU JaHHBIX 00 YPOBHSIX HIKE k, TMOO U3 Ha-
YUHBIX UHTEPECOB).

Hucnepcust pacnpeneaeHus KOHLIEHTpaluu ¢a-
MWIKU O CyOnomysiuusim (Tpynnam) {s,} U3 s,

VShen(X(8|S)) = V(xX(5|S,,))

HAa3bIBACTCS MedcepPynnogoil ducnepcuell Ha yposHe k < m.
OHa xapakrtepusyeT (haMUJIbHYIO AUBEPreHIIMI0 Ha
JIaHHOM YPOBHE.

[Ipu noapasneneHHOCTU CyONMOMyasiuuii {s;} j-s
U3 HUX XapaKTepU3YeTCs CBOEH 8Hympuepynnosoi
Oucnepcueir Vs(x(;_ 1lsx)) =V5,,(x(s; _ ;1)) pacripe-
JIeJIEHUs1 KOHLUEeHTpauuu dpamMuinu {x(s, _ )} no cyo-
HOMYJIAUUAM {S; _ 1} BHYTPHU S;. YPOBEHb k B LIEJIOM
XapakTepu3yeTcsl cpedHell Hympuepynnogoi oucnep-
cueii Ws(x(sy _ ls;)):

Ws(x(s,_y|s 1)) = E,, {Vsi(x(s,i|s )} =
= EJ {Vsi,,(x(sk_ll Sjk))} 5

T.€. CPEIHUM 3HAYEHUEM IS BHYTPUTPYMIIOBBIX IMC-
nepcuii y cyonomymsauuii ypoBHSI k. MOXHO TakxKe
paccMaTpuBaTh pa3Hble YPOBHU BHYTPUTDYITIIOBOM
IHUCIIEPCUY, COOTBETCTBYIOIINE IUCITIEPCHUSIM pac-
TpenesieHns] KOHLIEHTPAIU M0 COOTBETCTBYIOIIUM
CyOmonyasinusIM Ha ypOBHE, MEHBIIIEM K, BIJIOTh 10
JUCTIEPCUN KOHLIEHTpALU 1O CYyOIOIYISILIASIM Mep-
BOTO YPOBHS {S,}.

OTMeTUM HEOOHO3HAYHOCTb IIPU MHOTIOYPOBHE-
BOI MepapXuy TaKUX IMMOHATUM KaK MEXTPYIIIIOBast U
BHYTPUTPYMIIOBasi M3MEHUYMBOCTh 0e3 yKazaHUus
YPOBHSI, C KOTOPBIM OHM COOTHOCATCs. OmHa 1 Ta Xe
JIHCIIepCHs paclipeneieHrsl KOHLIEHTpaluy (paMuin,
CKaXeM, IO CeJIbCOBETaM SIBJISIETCSI MEXTPYITIIOBOM
MpY aHaJIM3e Ha YPOBHE palioHA Y BHYTPUIPYIIIIOBOM
Ha ypoBHe obnactu. B To e BpeMsT paccMaTrpuBaemast
IUCTIepCUs] OIpeaesisieTCs] OMHO3HAYHO IO Ciiyvaii-
HOMY apryMeHTy y Vs (cTosiimemy Iepen BepTUKallb-
Hoit yepTtoil). TakuM oOpa3oM, MHOEKCH betw, in'y
JIMCTIEPCUIA YCIIOBHBI Y CITy>KaT 1151 0OJIETYeHUST OpDUEH-
TalMM B KaKOM acCIIeKTe pacCMaTpUBaeTCsl COOTBET-
CTByIOIIIAs1 OWCIEPCUSI B JAHHOM KOHTEKCTE, a apry-
MEHT y Vs yHuBepcaneH. OH yKa3bIBaeT Ha CJTy4aifHyIO
BEJIMYUHY, OUCIIepcueil kotopoii oymer Vs. CraTu-
CTUYECKMIA CMBICII TUCIIepcuu Vs He 3aBUCUT OT UH-

(7)
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nexKca betw wiauv in U omipenesisieTcs apryMeHToM Vs,
(HamoMHUM, YTO B 0003HAYEHUU s,-|sjk CUMBOJI S; TIEpeL
BEPTUKAIIBHOU YEPTO pacCMaTpUBaEeTCd Kak Cirydaii-
Hasl BEJIMIMHA CO 3HAYCHUAMM {S;} U3 Sy, i < k).

B eguHunax HabmomeHus: (OOBIYHO CyOMNOITYJIsI-
LIUSIX TIEPBOTO YPOBHSI) MO OMPENEIEHUI0 OTCYTCTBYET
WX UTHOPUPYETCS MOAPa3AeIeHHOCTb, TIO3TOMY Y HUX
HEBO3MOXHO OIpenesieHUe BHYTPUIPYMIIOBOW IMC-
nepcur. HamMeHbI111i1 ypoBeHb iepapXyu CYOITOmyJIsi-
1IUY, B KOTOPOU BHYTPUTPYIIIOBAsI IUCTIEPCUS peaJIbHO
CYILIECTBYET, paBeH IByM. CyOornomnysiisiMyi HAMMEHb-
I1IETO YPOBHSI UepAPXUH, B KOTOPBIX BO3MOXKHA CpeoHss
BHyTpUrpynnosas mucnepeust Eg {Vs,, (x(s)s,))ls;}, Oy-
IIyT TPEXYPOBHEBbIE METANOMYJISALMU {S;}. [ToBTOpUM,
YTO BhIpaxke€HUE CpeaHel BHYTPUTPYIIIIOBOI TUCTIeP-
cun Eg {Vs;, (x(s)|s,))ls;} mns s; mHTEpnpeTHMpyeTcs
CIIenyIomM 00pa3oM. ApryMeHT Xx(S,|s,) sABiseTcs
CIIy4YaiiHOM BEJIUYMHOU, NPUHUMAIOIIECH 3HAYEHUS,
paBHbIE KOHLIEHTpalluu aMuIny B CyONOIMyassunn
S|, Hayraj BbIOpaHHOU U3 §,. DTa CyONOMyJsIus S,
camMa cJIy4yailHO BbIOMpaeTcs U3 CyOmnomyasiuuu S;.
MaremaTuueckoe OXuIaHWE IUCIIePCUM TaHHOM
CIIyJaifHOM BEIMYMHBI X(S,|S,) IS pacipeneieHus X
MO S, MO OINPENEJCHUIO SBISIETCS CPEIHEN BHYTPU-

rpynnosoii gucnepcueit Eg {Vs,, (x(sls,))lss}-

BripaxeHue cpenHeil BHyTpUTPYTINOBOi nucnep-
cun E, {Vs,,(x(s)ls))ls 5} n1s cybnonyasuun Gonee
BBICOKOTO YPOBHS kK > 3 MHTEPNPETUPYETCS CXOTHO.
ApryMeHT X(S,[S,) SIBJISIETCS CITy4ailHOM BEJIMYMHOM,
MpUHUMAlOlIell 3HAaYeHUsI, paBHble KOHIIEHTpalluu
¢damunuu B s;, Hayraa BBIOpaHHOM U3 §,, a cyoIony-
JISILUA S, caMa CTy4yailHO BbIOMpaeTcs U3 CyoIomyJs-
oK S,. MaremMatndeckoe OXHMIaHWe AUCTIEPCUN
JAHHOU CIIyJailHOM BEJTMIUHEI X(S,|S,) ITO ompenerre-
HUIO HA3bIBACTCS CpEeAHEW BHYTPUTPYIIIOBOM IuC-
nepcueii CyornomyJisiliig S, B Sj.

B 6o5ee o61ieM crydae MHOTOYpOBHEBOI uepap-
XUU BMECTO S, MOXHO B3SITb S; M OINPENEIUTh CPEN-
HIOIO BHYTPUTPYIIIIOBYIO TUCTIEPCUIO JIJIS S;, HA YPOB-
He i Uit CyOnomyyisiiivii BHYTPU Sy, | < k. CpenHsis
BHYTPUTPYMIIOBas TUCTIEPCUSTHA YPOBHE I OTIpeneisi-
erca Kak E, {Vs;,(x(s)ls;)ls .}, 1 <i < k nna j-oit cy6-
MonyasiuMu k-ro ypoBHsl. Takum oOpa3om Moirydyaem
cpegHee 3HaueHUE AUCTIEPCUM paclipenesieHus KOH-
LIEHTpAlUU MO HEIOonpas3ne/ieHHbIM U HeCTPYMNIIUpO-
BaHHBIM CYOIIOITYJISIIIMSIM TIEPBOTO YPOBHSI BHYTPH CyO-
TIOTYJIALIMH S; YDOBHS { IPU CITy4aiiHOM BBIOODE S; U3 S;..
Takyto mucniepenio E {Vs;, (x(syls;)ls ) = Wg(x(sllsi)|sjk)
MOXHO WHTEPHPETUPOBATh KaK OXMIaeMOe 3Haye-
HM€e OVCIEPCUY CIyJIaifHOM BETMYUHEL X(S]S;), KOrma
S; HayraJi BBIOUpaeTCs U3 Sy.

ITACEKOB

PA3JIOKEHUE JUCITEPCUN
PACITPEJEJIEHWA KOHIIEHTPALIMN
OAMMUIINU 110 YPOBHAM UEPAPXUU

Kaxk n3BecTHO U3 AMCIIepCMOHHOTO aHanu3a (CM.,
HanpumMmep, [12]), cymma keadpamoe omkaoneHuii 3Ha-
YeHU I MpU3HaKa OT OOIIETOMYISIIMOHHOTO CpeIHe-
ro 3HayeHus1 B TIOMYJSLMUU, TOApPA3NETeHHONH Ha
IPYIIbI, paBHA CyMME MEXTPYIIOBBIX U BHYTPUT-
DPYTIIOBBIX CYMM KBaJipaTOB OTKJIOHEHUU (Ha3bIBae-
MbIx B [12] Bapmanusimu). CoOTBETCTBYIOILIME OucC-
nepcuu MPaKTUIECKU YIOBJIETBOPSIIOT TOMY XK€ COOT-
HOIIEHWIO, HO TIpM 3aMeHe ‘“cyMMma KBaapaToB
OTKJIOHEHUI” Ha “mucriepcusi”, a BMECTO “BHYTpPHU-
rpynIioBasi gucrnepcust” OyaeT “cpedHss BHyTPUTPYII-
roBast Aucriepcusi”, T.e. 1o0aBJsIeTCsl TEPMUH “cped-
Hs2”. B GuoMeTpuu 3TO COOTHOILIIEHUE N3BECTHO KaK
npasuao caoxcenus ducnepcuii. MHe He ynanoch Hali-
T PacHpOCTPAaHEHHBIN Y4eOHUK OUMOMETpUU, TIe
OHO TMPUBEAEHO, HO TTI0 MOUCKOBOMY 3arpocy B MH-
TepHETE TOSIBJISIETCSI MHOXECTBO CChIJIOK. CorylacHO
3TOMY MpaBUITy

8 COBOKYNHOCMU U3 HEeCKOAbKUX 2PYNH NPOU3BO/ib-
HbIX 006eKMOo6 ¢ KaAKUM-AUOO HUCA08bIM NPUSHAKOM X
obuas (noauas) ducnepcusi X 680 Bcell COBOKYNHOCMU
pasHa cymme Mmedxcepynnogoli ducnepcuu (Oucnepcuu
pacnpedenerusi CpeOHUX 3HAYEHUI X 8 ePDYNNax) u cpeo-
Hell eHympuepynnoegoli oucnepcuu (cpedueil ducnepcuu X
BHYMPU 2PYNN).

IToHsATHO, YTO COTIaCHO MPUBEASHHOMN (pOpMyJIN-
POBKE TaHHOE CTaTUCTUYECKOE IIPaBUIO HE 3aBUCUT
OT NpUpPOAbl OOBEKTOB ¥ MPUHIIMIIOB X OObEIHE-
HUS B TPYIIIEBI, KOTOPbIE MOT'YT OBITH IPOM3BOJIbHbI-
mu. [1paBuio BBIIOTHSIETCS HE TOJBKO IJIsl AUCTICP-
CUii, HO U TIPU COBMECTHOM M3YYEHUM HECKOJIbKMX
MIPU3HAKOB UII MX MaTpUll KoBapuauuii. B moboMm
cllydyae 3TO TIPaBUJIO MOXKET MCMOJIb30BaTbCSl sl
MIPOBEPKU O0€30IIMOOYHOCTY BEIYKCIICHUIA.

B ciryyae ananmnza paMUIbHOM CTPYKTYPBI JAHHOE
MPaBUJIO IIPUHUMAET CIACAYIOIINIA BUL.

3ameuanme 3 (npasuao caodxcenuss oducnepcuil).
Ilycmb nodpaszdenennas memanonyasayus S; pazouma
Ha cyononyasayuu {S,}, kaxcoas u3 Komopbsix eKaw4aem
Henepecexaroujuecss HenodpazoenenHvle epynnol {S,},
Asaaouuecs eOuHUYamMu Habaro0eHus ¢ KOHUEHmMpayu-
amu pacemampugaemoil pamuauu 6 nux {x(s,[s,)}.

Toe0a noanas (o6was) ducnepcus Vs,,(x(s|s;)) pac-
npeoenenuss KOHUCHMpAyuUU pamuiuu no Hecepynnupo8aH-
HbIM eOUHUYaM HaOao0eHus {S,} 60 6cell Memanonyaayuu
S; PAGHA CYMMeE MeNCePynnogoil ducnepcuu Vs, (x(s,)s;)),
Xapaxkmepuzyrouei GamuibHyr0 OUBepeHyUr0 CPeoOHUX
3HaueHuil KoHuyeHmpayuil {x(s,)} y cyononyaayuii {s,}, u
cpedneil enympuepynnoeoil oucnepcuu W(x(s|s,)|s;) =
= K Vs, (x(s1]8,))ls5}, xapaxmepusyroweii cpednioro
Gdamunvuyro dusepeenyurox (S;) 6Hympu cyononyas-
uuil {s}:

Vsmt('x(sl|s3)) = Vsbetw(x(52|s3)) + W(x(sl|52)| s3),

8
Wixis|slsy) = E, Psnxsslssl.
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Hoka3arenbcTBo. PaccMOTpuM cyMMy yKa3aHHbBIX
JIVCTIEPCUIA:

Vsberw(x(52| s;)) + E, Vs, (x(51| Sz))| S3) =
= Vpens(X(8583)) + Eg { B, {57 (8))]85) — %7 ()| 83} =
= (Es2 {xz (s2)] 53} -x (53)) +
+E, {Esl {x2 (s )| 52} -x (Sz)| 53} =
=K, {x2 (52)| 53} -
- x*(s;) + E; (s, ) S} — Ei, {x’ ()] 5;} =
E, {x? (s)) s, —x° (s3) = Vs(x(sy|s3)),

rak Kak E, {E, {x*(s)ls,)ls;} = E,{x’(s))ls;} cornac-
HO (4), 1 TI0C/Ie COKpaIIeHMs MOJIydaeM OOIITYIO I1C-
nepeuio Vs, (x(s[s3)) = Vs(x(s [s3)). <

ﬂaHHOC IIpaBUJIO TaKXKE CIIpaB€IJIMBO IO OTHOLIIC-
HUIO K COOTBETCTBYIOILIIMM MaTpuliaM KOBapMaHVIﬁ.

PaccmoTpuM TIpaBMIO CIOXEHMS AUCIEPCUI
MPUMEHUTEJIBHO K CBOMCTBAaM MHOTOYPOBHEBBIX
HepapXuiyecKy IIoApa3neCHHBIX MEeTaIlOITYJISIIIiA.
ITycTh maHa MeTanomysasiuus ¢ m YPOBHSIMU HUepap-
XU, B KOTOPOM B KAaueCTBE €IMHUILILI HAGTIOACHUS
BBIOpaHa cyonomyasiyisi YPOBHSI # M BBIOpaH ypo-
BeHb epapxuu k: m > k > n (B paCCMOTPEHHOM BbIIIIE
cayqae m = 3, k =2, n = 1). O4eBUIHO, BCE MHOXKE-
CTBO cyOnonyasiiuii {s;} 1aHHOTro YpoBHS (WM JIIO-
0Oro Jpyroro) COCTaBJSIIOT METAMOIYJISIUIO eI~
KOM. YCJIOBHO CYMTAaeM, YTO €IMHMIIbI HAOIIONEHUS
XapaKTePU3YIOTCSI TOJIbKO COOTBETCTBYIOIINMM KOH-
HEHTpalusIMA (QaMWINM, BHYTPUIPYIIIOBAsT IHC-
repcusi B HUX JIMOO OTCYTCTBYET, JIMOO CBEICHU O
HEW HE MMEETCs, HAaKOHEL, OHAa MOXET UTHOPUPO-
BaThcsl. TakuM 06pa3oM, MbI JOITYCKaeM IIPOU3BOJIb-
HOe KOJIMYECTBO YPOBHEN Mepapxuu U He mpedyem,
umooObl 8bIOPaHHbIE YPOBHU Kk, N U M OblAU COCEOHUMU.
PaccMoTpuM, Kak BBINISIAUT TIPABUJIO CIIOXEHUS
IUCIIEPCHUIA B 3TOM cJIydae.

Cnencrue 4. [lycmb 6 uepapxuuecku noopazoeneHHoi
MEManonyasyuy S, C m YpoGHAMU Uepapxull 8blOpaHsl 6
Kauecmee eOuHuubl HabaOdeHus cybononyaauyuu {S,}
VPOBHsL N U 6blOpaH yposens uepapxuu k, m > k > n c He-
nepecexarowumucs cyononysauyuimu {s,}, emecme 06-
pasyrowumu s,,. 1oeda é s, 6binoaHsemcs credyrouuil 8a-
PUAHM NPABUAA CAONCEHUS OUCNEPCU.

Obwas (noanas) oucnepcus Vs,,(x(s,)s,,)), nonuma-
emas Kax oucnepcusi pacnpeoenenus no écell Memano-
nyasyuu S,, KOHUeHmpayuu X unmepecyroweil pamuauu
6 cyononyaayusax {s,}, paccmampueaemuvix (Yca06HO)
KaK eOuHUUbl HabAO0eHUs, pa31aaemcst 8 CYMMY

1) mexcepynnosoii ducnepcuu Vsp,, (x(s4s,,)) pac-
npeodeneHus KOHUEHMpPAuuU no COCMABAIOUWUM S,, CY0-
NORYAAUUAM {S,} Ha NPOU3680AbHOM YposHe k < m u

2) cpedneeo snauenusn Eg {Vs,(x(s,|s))} enympu-
epynnosoil  ducnepcuu Vs, (x(s,|s;)) pacnpedeserus
KoHuenmpayuu pamuauu {x(s,|s;)} no cybnonyrayuam-
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edunuyam Habaroenus {s,} eHympu cyononyaayuii {s;}
yposus k (n < k):

Vsrot(x(sn| sm)) = Vsbefw(x(sk| Sm)) +
+ Esk {Vsm (X(Sn| Sk))| sm} .

CoenacrHo danHomy npasusy smu oucnepcuu 3a8Uc -
Mbl, U NO 3HAYEHUAM A000I napsl ducnepcuil onpedens-
emcsi 3HaveHue mpemoell.

JlokazarenbcTBo. PacrimiiieM MeXTpynmoByI0O M
BHYTPUTPYIIIOBYIO OUCIIepcHu o dopmyite (6) Kak
pPa3HOCTH CpEIHEro KBaapaTa M KBaapaTa CPEdHETO.
Hanpumep, mis caydaiiHOM BeTMIUHBL X(S,|S,) Cpel-
Hee 3HayeHue OyAeT paBHO X(S;) IJIsI COOTBETCTBYIO-
et cyononyasinuu s, coriacHo (3), a (BHyTpUrpyI-
MOBOIi) TUCIIepCUel OyaeT

Vs,n(x(s,|80) = Ey {x7(5,)|s0) —

— (B, {x(s,)|s8,} = E, {x7 (5,8} — X7 (50)-

3neck mon S, moapa3syMeBaeTcsl Kakasi-Iu0O KOH-
KpETHast CyOIOIyJIsIisl yPOBHS k (CKaxeM, S C HO-
MEPOM ).

MeXTpyIIIOoBas IUCIIEPCHST IMEET BUL V5., (X(S,S,,)) =

2
= E, {x"(s)ls,} — X*(s)-
HaitneM cymMMy MeXTpYNIIOBOU U cpedHeil BHYT-
PUTPYIIIIOBOM TUCIIEPCUIA:

Vsbetw(x(sk| Syn)+ E,, {Vsin(x(sn| Sk))| Sm} =
= (E, {x* ()] s,) — x7(s,)) +
+ E, {ES” {x? (s,)| S} —x (se)| sm} =
= E, {7 (80)]S) — X°(5,) +
+ E X7 5|80} — Eo {X° (50)|8) =
=E, {x2 (s, sm} - x'(s,) = Vs(xX(s,]S)),

2 _ 2
nocKoNbKY Eg {E x°(s,)Isc s} = E {x"(s,)ls,,} B co-
OTBETCTBUM C (4), a MOCje COKpallleHUs IoJydaeM

&)

Esn{xz(sn)|sm} — Xx*(s,), T.. IOJHYIO IUCIIEPCHUIO
I/Smt('x(sn|sm))' <

IMoHsTHO, YTO 3HAYECHME MTOJTHON AUCIIEPCUM 3a-
BUICUT OT BEIOOpA eAMHUIIEI HAOTIOACHUS, U JUCIIEP-
cusl OydeT HaMOOJBIIEW IIPW HeMompasaciIeHHOMN
eaquHuULEe (He comepxKalei cyoronyasuuii). Hampu-
Mep, KOIIa enuHUILIeld HaOIIONeHUS SIBISISTCS Celb-
COBET U COOTBETCTBEHHO HMeEETCS HHGpOpMaLKs
TOJILKO I10 KOHLIEHTpaluK (paMUINU B CEIbCOBETaX
{s,}, TO oO11asg nucnepcus KOHLEHTpalu (pamMuinmu
B S; COBIIQIAECT C MEXTPYIIIIOBO AuCIIEPCUE pacripe-
JIeJieHrsI KOHLIEHTpalM MO cejibcoBeTaM. [Ipu aTOoM
BBITIAIaCT HEOTpULIATENIbHBINA BKJIan (haMUJIBHON H1-
BEpPreHLIMA CeJl BHYTPU CEIbCOBETOB, T.€. CPEIHUIA
BHYTPUIPYIITOBOM KOMIIOHEHT ESZ{Vs,-n(x(s1|s2))}. OT0
MOXKET IIPUBECTU K CYIIECTBEHHOMY YMEHBIICHUIO
MOJTHOM JMCHEepPCUM, CIEAOBATEIbHO K 3aHMXKEHUIO
MoKasaTellsI IUBEPTeHIMU CyOIOIY/ISILii BHYTPU
paiioHa ¥ BBITEKAIOIIEMY OTCIOIAa YMEHBIICHUIO
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OoLleHKM (CM., Harpumep, [1, 2]) koadduiimenra nH-
OpMAMHra MNONYJISdlUM IO (QaMWIbHBIM JaHHBIM,
MaKCHUMaJIbHOM TpY eIUHUIE HAOTIONEHUS MWUHU-
MasibHOTro ypoBHs. Korna cyononynsiuu {s,, _ } sB-
JISTIOTCSI eAMHULIAMU HAaOJIIOACHUS, TO MEXTPYITIIOBast
JIHUCTICPCHST COBITANAET C TTOJTHOIA.

Teneps 000061IMM paccMOTpeHHOe paBmio. [1o-
KaxkeM, U4TO B ClIyyae MepapxXxudecKoi rnmompasaeieH-
HOCTM METANOMy/SIINUA C MPOU3BOJBHBIM KOJIUYE-
CTBOM YpPOBHEI Mepapxuu ITIOJIHAasl AUCIIePCHUsT pac-
npenejacHUsT KOHIEHTpaluun (paMuiny pasjiaracTcs
HE TOJIbKO Ha MEXTPYIIIOBYIO U BHYTPUTPYIIIIOBYIO
JIUCTIEPCUH, HO MOCTIEIHSIS ellle pa3jiaracTcs Ha KOM-
MOHEHTBI, COOTBETCTBYIOIINE OTAEIBHBIM YPOBHSIM.

Pesyabtat 5 (paznoocenue noanoit ducnepcuu). B
uepapxu1ecku noopazoeneHHol Memanonyiayuu s, ¢
yposuamu uepapxuu i= 1,2, ..., m noanas (obuyas) ouc-
nepcus Vs, (x(s,|s,,)), m.e. ducnepcus pacnpedenenus
60 6ceil nodpa3zdeneHHOl Memanonyasyuu s,, KOHUeH-
mpayuu paccmampueaemoil gamuiuu (no Hecepynnu-
POBAHHbIM U HenodpasdenenHbiM cyononyaayusm {s;}
YDPOGHs1 eQUHULbL HAOAI0eHUS), PA31a2aemcsl 8 CYMMY

1) mexcepynnosoii ducnepcuu Vs, (x(S,, _ IS,,)) pac-
npedenenus KOHUEHmMpauuu no cyononyaayusm {s,, _ ) 8
S, U

2) cpeoneil BHYMPUSPYNNOBOIL ducnepcuu
Esm_l{Vsi,,(x(sl))|sm_1} pacnpedeneHus KOHUeHmMpayuu
no edunuyam Habawoenus {S,} 6Hympu omoeavHwuix cyo-
noOnyAAUUIL S, _ |;

3) sma cpedHusas eHympuepynnogas oucnepcus
E, Vs, (x(s))ls,_1}, 6 ceoto ouepeds, pasnazaemcs
HA CYMMY CPeOHUX BHYMPUSPYNNOBLIX OUChepCull
E, Vs, (x(s)lsi)ls,}, coomeememeyouux omoens-
HbIM YpogHAM uepapxuu {i}, m.e.

V5,00 (X(818,)) = V3, (X(S,1[ S,)) +
+ E | {Vsm (x(51| sm—l))| Sm} =
= V4o (X(S,1|8,)) + E, {Vs;, (x(s)|5,))s,.} +
+ E, {Vs,, (x(sy|83))| 8,0} +
+o+ By Vs, (X(S ] Sp)| S} =

m-2

= VS0 (X(8,1[5,0) + D Ey VS, (x(si[s,))] s,
i=l1

(10)

Joka3areabcTBo. PaccMoTpuM  MepapxuyecKu
MOAPA3IEICHHYIO METAMOIYJISILUIO §,, C M YPOBHIMU
nepapxun. Herepecekarormmecs: CyOnOMyJISIIIA KaxK-
JIOTO OTIIEIHLHOTO YPOBHS { 00pa3yloT BCIO METAMOIYJIsI-
ouio S, (TafT ee pa3dbreHne Ha TpymIibl). [Tomoxum,
YTO B KAUeCTBE €IVMHUIIBI HAOIIOACHUST BEIOpAHBI Cy0-
MOMYJSIMU TIEPBOTO YpOBHS {S;}, a 3aTeM BTOPOro
{s,}, 1 paccMoTpuM cybnonyasiiuu {s,, _ ;} YpPOBHSI
m — 1 > 2. Tonxble (061mme) qucriepcunt Vs,,(x(ss,,))
U V5,(x(s,/s,,)) KOHUEHTpaluu haMuIuu B §,, KOrma
enuHULIEH HAOIOIEeHUsT BbIOpaHbI CYOTIOIYJISILIUM S| 1
S, COOTBETCTBEHHO, BBIPAXAIOTCSI COIIACHO TIPABILUTY

ITACEKOB

cioxeHus nuctiepcuii B Buge () npun=1,i=m — 1
KakK
Vstot(x(sl|sm)) = Vsbetw(x(sm—l|sm)) +
+ Es,,,_l {Vsin (X(S]| Sm—l))| Sm} )

VS100(X(S2]81)) = Vo (X(S 1| S 1)) +
+ Esm,l {Vsin (X(Sz| sm—l))| Sm} .

IIpoaHanu3upyemM Kak M3MEHWIACH ITOJIHAS IUC-
repcusi KOHLIEHTPAIH B S, B PE3yJIbTaTe U3MEHEHUSI
eIMHULIBI HaGmoneHus. JIJist 3Toro HailieM pa3HOCThb
A, IpUBEACHHbBIX TUCTIEPCUIA, TIe COKPATUM WICHBI
Vpen XSy 1[5,,)), Pacrimmienm Vs, (x(sifs,, _ 1)) cornac-
HO (9) npu n = 1, i = 2 u npousBeneM najibHekI1I1e
COKpAIlICHUS:

Apy = V5, (X(818,,)) = V5,0, (x(85]5,,)) =
= I/Sbetw(x(sm—1| Sy)+ E {Vsin (x(51| Sm—l))| Sm} -
- (Vsberw(x(sm—l| Syn)+ E, . {Vsin (x(52| Sm—l))| Sm}) =

=E | {Vsm (x(s1| Sm—l))| Sm} -

- Esm,, {Vsm (x(52| Sm—l))| Sm}'
[MoxnctaBum crona Vs, (x(s)ls,, _ 1)) = Vs(x(s,fs,, _ ) +
+ E {Vs;,(x(s)s,))ls,,} cornacHo (9) nmpun=1,i=2u
yutem, uyto mo (4) E; {E, {Vs,(x(s|s;)}ls,} =
= Esz{Vsin(x(SI|SZ))|sm}:

Ap =E | {VS (x(52|sm71))| Sm} +
+ Esz {Vsm (x(s1| 52))| Sm} -
- Esm,l {Vsin (x(52|sm—1))| Sm} =
= E, {Vs;, (x(s)|8,))| s} = 0.

TouHO Tak ke HaxXoOWM, YTO U3MEHEHUEeM TUCIIepP-
CUM KOHIIEHTpAlUU (haMWINK B S, TIPU TIePEX0Jie OT
YPOBHSI eNMHUIIBI HAOIOMEHUS S, K S OyIeT

Ay = Vsmr(x(sz| Sm)) —
— V5101(X(83]8,,)) = Eq {Vs(x(s,|83)) = 0.

Orclona

Ap + Ay = (Vstot(x(sl| Sm)) — VSmt(X(Sz| Sy))) +

+ (V5100 (X(85] 1)) = V5,1 (X(85]8,,))) =
= V5100 (X(81[8,1)) = V5,01 (X(85 | 8,,)).

CirengoBaTeabHO,

Vstot(-x(sl|sm)) = Vst()t(‘x(s3|sm)) AL+ Ay =

= V5,01 (X(83]8,,)) + Eg {Vs (x(s)]s)))| s} +
+ Esj{Vs(x(sz|s3)).

AHaJIOTUYHO TIPU TIepexojie OT eNMHMIIbI HAOIIone-
HUsI YPOBHS §; K YPOBHIO i + | MU3MEHEHUE TUCTIEPCUM
oyzmet paBHO E, {Vs(x(s/s;,)))ls,}. B pesynbrate mo-
cJIenoBaTeIbHOCTU j — | Takux IIaroB oOImasi Iuc-
nepcusi TpU eIWHUIEe HAOTIONEHUsT S; BbIpaXaeTcsi
4yepe3 OOIIYI0 AMCIEPCUIO TIPU €IMHULIE HAOTIOe-
HMA §; KaK
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Vstar(x(sl|sm)) = Vstot(x(sj|sm)) +

Jj-1
+ ZEsM {VS(X(S:'| Si+1))S -
i=1

Korna Ha mociienHeMm 1iary j paBHo m — 1, mojiydaem
MOJIHYIO JUCIIEPCUIO B BUAE CIEAYIOIIETO pa3ioxkKe-
HUSIL:

V(5 $1)) = Vipenn (X(S,11[5,)) +
m=2
+ Z E51+1 {Vsin(x(si| Si+1))}a
i=1

€ V8500 (X(S,0 118,)) = Vo068 118,)) = V5(K(S,01[5,0),
TaK KaK 3Ha4eHUE TUCIIEPCUU HE 3aBUCUT OT UHICK-
COB betw U tot. <

Takum oOpa3oM, pasziaoxkeHue TTOJTHOM IUCTIEPCUU
KOHIIeHTpalmy (GaMWIMA B ClIydae HepapXUdecKu
NOAPA3ACIEHHONM TPEXypOBHEBOM METAaNoONyJISILUU
paBHO CyMMe€ MEXTPYHIIOBOM M BHYTPUTPYIIIOBOM
IUCIIEPCHUIA ¥ COBIAMAET C IPABUJIOM CJIIOXEHMUS JVC-
nepcuii (8). B ciydae MeTanomnysiiuu ¢ 4YeThIPbMsI
YPOBHSIMHU MepapXyuy pa3iaoKeHWe IMOJTHOM HUCIIEp-
CUU UMEET BU

Vsmr(x(51|s4)) = Vsbelw(x(s3|s4)) +
+ E Vs, (x(51| S2))| Sqf +

+ Es3 {Vsin (x(s2| s3))| S4} ’
a IIpH ITATU YPOBHAX

Vstot(x(sl|SS)) = Vsbetw(x(s4|55)) +
+ E {Vs,, (x(51| 52))| ss} + E, Vs, (x(S2| S3))| S} +

+ E; {Vs,, (x(S3| 54))| Ss)-

31ech BUTHO, UTO KaXJI0MYy YPOBHIO Ue€papXUu i CO-
OTBETCTBYET BKJaJ B OOIIYI0 AWMCIIEPCUIO, PaBHbIMI
ESM{VSin(x(SilSHl))}-

HanmoMHUM 00 yCIOBHOCTM Te€pMMHaA MEXTPYTI-
nosasi aucriepcus. Tak, HarpuMep, MEXTpyIIoBas
nucniepcust V(x(s,,_ 1|s,,) SIBIsIeTCs BHYTPUTPYIITIOBOM
U1 Bceil MeTrarnonyiasuuu s,. I[loaTomy MOXHO
copMyJIMpOBaTh AOKA3aHHBIA pe3yabTaT Cleaylo-
muM obpaszoM. Jlucnepcus pacnpedenenus 6o eceii
noopasoeneHHol Memanonyiayuu S,, KOHUeHmpayuu
paAccmMampueaemozo ainensi N0 Hecepynnupo8aHHsviM U
HenodpaszdeneHHbIM CyOnonyaayusm {S,} ypoeHs eounu-
Ubl HAONOOEHUS, PA31a2aemcs 8 CYMMY CPeOHUX GHYM -
puepynnosslx ducnepcui Esl_+]{1/m(x(si))|si 41}, coomeem-
CMBYIOWUX OMOENbHBIM YPOGHAM UEPapXull.

Pemapka 6. JlokazaHHBII pe3yIbTaT OCTA€TCs BEP-
HBIM, €CJIA 3aMEHUTb m — 1 Ha 11000 Apyroil ypo-
BeHb uepapxumn i (1 <i<m—1).

Caencreue 7. Ecau 6 uepapxuuecku nodpasoener-
HOUl Memanonyasiyuu s,, ¢ m yposHAMU Uepapxuu 8 Ka-
yecmee eOUHUYUbL HAOAI00eHUs 8blOPaHbL CYONONYAAUUU
ypoera 1l <n<m—1, mo

1) uz noanoii (o6weii) ducnepcuu Vs, (x(s,ls,,)) pac-
npedenenus konuenmpayuu gamuauu (10) no nenodpaz-
OeneHHbIM CYONONnyAsuUsmM YpoeHs eOUHUUbl Haba0O0eHUs
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{s|} 6vinadarom neompuyamenvHvie 6xaadbl 8 JusepeeH-
Yuro cyononyasyuil, Coomeemcmayroujlie YypoGHaM Huice n
(6nympuepynnoevie ducnepcuu Eg {Vs;,(X(s8;11))lS,}),

n—1
CYMMAPHO pagHble 2-71 E,, Vs, (x(s;]s;11))}. B umoee
poav obujeli duchepcuu npu eduHuye HabarodeHus {s,}
uepaem

Vstot(x(sn| Sm)) = Vsbetw(x(sm—l| Sm)) +

m=2

+ Z E, {Vsin (x(5i| Si+1))| Sm}) .

Ilpu ygeauuenuu ypoeus uepapxuu y eOuHUYbl usmepe-
Hus om n do n + 1 < inoanas ducnepcus ymeHbuaemcs

Ha Es {Vsin(x(snlsn+l))|sm} >

n+1
2) noauas ducnepcus Vs, (x(s,|s,,)), mexcepynnosas
Vs(x(sfs; +1)) u enympuepynnosas E {Vs;,(x(s|s,)ls,,}
ducnepcuu KOHUEHMPAyUu paccmampusaemoi gamu-

AauUu, coomeemcemaeyrouiue ypoeHro i< m, cesA3aHblL coom-
HouwerHuem

Vs(x(si]81:1)) = Vs (x(s18)) =
- Es,- {Vsin (X(Sl| S[))| Sm} s

omKyoa no 3Ha4eHUusM A0bIx 08yX OUCnepCUll MOICHO
Haiimu eeauvuHy mpemowell,

3) npu cayuaiinom ¢hopmuposanuu cyononyaayuil
caedyroweeo yposus i + 1 uz epynn Ha npedvioyuem i
Mexcepynnosas oucnepcusi He eo3pacmaem (ymenvuia-
emcs):

Vs(x(s;_1|8,)) = Vs(x(s;|s;4))-

Jloka3aTelbCTBO ONMMPAETCS Ha MOJydeHHbBIE pa-
Hee pe3yJIbTaThl.

1. O6ocHoOBaHMe 11. 1 COBITAgaeT ¢ MPUBEICHHBIM
BBILIE, IIPOCTO YPOBHEM €IMHUIILI HAOIIONEHUS Oy~
JIET He TIepBBIi, a n-ii. MI3MeHeH1e MOoJTHOI Trcrep-
CHUU TIPU YBEJIMYSHUU YPOBHS UEPAPXUU Y STUHUILIbI
usMepeHus cienyeT u3 dopmynsl (10) paznoxeHus
Vior-

2. HamoMHMM, YTO MHOXECTBO CyOIrmonyJIsiuuii Ha
KaXIOM OTIEJIbHOM YPOBHE [ JaeT BCIO Mepapxuye-
CKU MOAPa3AEICHHYIO METAMIOMYJISILIUIO S,,, U KaXKaast
W3 3TUX CYOHOMYJISIIUIA COCTOUT U3 eAUHMII] HAOIIO-
nenus {s;}. [lonHas nucnepcusi comtacHo (9) npen-
craBuMa npu n = 1, k = i Kak

Vs(x(si[s,)) = Vs(x(si[s,)) + Eg {Vsiu(x(si|s:))}

T.€. paBHAa CYMM€E MEXTPYIIIIOBOM U CPENHEN BHYTPU -
rpynmnoBoii aucnepcuii. OTcoga 10 BEJIMYMHE JIIO-
OBIX IBYX OMCIIEPCUIA MOXHO HAWTH 3HAUCHHWE Tpe-
TbEM.

Ilpn 3amaHHONM TOMHON IUCITEPCUN YBEIIMYCHUE
(YMEHBIIIEHNE) MEXTPYIIOBOi Vs(x(s]s,)) Wi BHYT-
purpynmnosoit E {Vs,,(x(s|[s;))ls,,} aucniepcuii koHUEeH-
TpalliM paccMaTpuBaeMoi (haMWINH, COOTBETCTBYIO-
1Ie YPOBHIO i < m, CBSI3aHBI COOTHOIIIEHUEM
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Vs(x(si]8,1)) = Vs (X(81]8,,)) —
- Es, {Vsin (X(Sl| Si))| Sm} 5

e Vs, (x(s,[s,,)) — MOJHast TUCTIEPCHsT pacIipeie/ieH s
KOHIEHTpaluu haMWINK 10 HeTOAPa3IeJeHHbIM Cy0-
TIOTTYJISIIIVSIM YPOBHSI €IMHUIIBI HabmoneHus {s;}. [1o-
9TOMY YBCIMYCHUEC O[lHOﬁ N3 HUX CBA3aHO C YMCHbIIIC-
HHEM B TOU e CTEeTIEHN BEIMYNHEI IPYTOIA.

3. Tlpu mepexodge K ©Oojiee BBICOKOMY YPOBHIO
HepapXruy MEXTPYMIIIOBast JUCIIEPCUST HE BO3PACTAET
(yMEHBbIIIAeTcs) MNpU  ciaydyaiitHoM (popMUpOBaHUU
rpyrn. YToObl n36exkaTh J0Ka3aTeJbCTBa C TPOMO3/I-
KMMMU BBIKJIAJKaMU IIPU TUTIEPreOMeTPUIECKOM pac-
MpeaejaeHU B BbIOOpKax 6e3 BO3BpallleHUsI, IPOCTO
YKaxkeM Ha MHTYUTUBHOE OXUIAHUE JAHHOTO CBOM-
crBa. OHO omnupaeTcs Ha OYEBUIHOE YMECHBIICHUE
pa3Maxa U3MEHYMBOCTH IIpU YCPSAHEHUUN B TPYIIIC,
YTO IMPUBOIUT K YCTPAHEHMIO KPaifHUX BApUAHTOB. <

I1paBuiio coxeHus: AUCTepCcuii BEpHO HE TOJIbKO
IS COBOKYITHOCTHU CYOITOITYJISILIAM, HO U JIJ151 COBOKYII-
HOCTH S TIPOM3BOJIbHBIX OOBEKTOB (€IWHUIIL] HAOII0e-
HUsI) MpU ee pa3dreHUU Ha JIIoOble HenepeceKatolme-
cst rpyIbl {S;}. [TycTh Kaxablii 0OBbEKT XapaKTepu3yeT-
cs1 3HaYEHUEM X HEKOTOPOTO UMCJIOBOTO TMpu3Haka. B
YaCTHOCTH, OOBEKTOM MOXET OBITh MHAWBUIYYM, a
MPU3HAKOM €T0 BEC, pa3HbIC TPYIIIIbI, CKAaXKeM, COCTOSIT
U3 MHIWBUAYYMOB C pa3HbIMU TUIIaMu nutaHus. Ha-
TTIOMHUM, YTO KOT/a eAUHUILIC HAOMIOAECHUS SIBJISIETCS
WHAUBUIYYM, & BMECTO MHIMBUIYAbHBIX TaHHbBIX UC-
MOJIL3YIOTCS CeJia, XapaKTepu3yeMble CPeTHUM BECOM
JKUTeJIel, TO M3ydeHne U3MeHYMBOCTU Beca JIeTaau3U-
pyeTcsl 10 IMCIEPCUM CPENHEero Beca, a MHAUBUIY-
aJlbHasi M3MEHYMBOCTb OCTAaeTCsl KakK Obl “3a Kaj-
poM”. YUeMm MeJibue eqMHUIIA HAOIIOACHUS U €€ YpO-
BEHb MEPAPXMU, TEM ITIOJHEE OXBAT U3MEHUYUBOCTU.
ITpu haMuUIbHBIX UCCETOBAHUSX BEIOOD B KaueCTBE
€IMHULIbI HAOJI0NeHUS aIMUHUCTPATUBHOTO paiioHa
O3HayaeT yMeHbIIeHUe 0oO0llei aMUIbHONM OUBEp-
TFeHIMY Ha TUBEPIeHIIUIO HA YPOBHSIX CEJl U CEJIbCO-
BETOB.

OBCYXIEHHNE

JList (MeTa)oITyJISILIMi YeJIoBeKa TUTTMYHA UepapXu-
YyecKasi Ioapa3ne/IeHHOCTh Ha YacTy (CyOITOMyIISIIMT ),
COOTBETCTBYIOIIME KiIaccupUKalMy Ha 0a3e amMUHU-
CTPaTUBHO-TEPPUTOPUAIBHOIO HCJICHUS, CKaXKeM, Ce-
JIO, CEJIbCOBET, paiioH, 00JIaCTh 1 T.1.; HA OCHOBE reHea-
JIOTUYECKOTO TToAX0a, 6a3UpyIOIIErocsl Ha STHOTEHE3E;
VUIA Ha MCIIOJb30BaHUHU APYTUX NPUHIIMIIOB OMOJIO-
rudyeckoi kimaccudpukauuu. Kaxnelii  ypoBeHBb
HepapXuu MPeacTaBiIsieT CO00i pa3doneHNe MEeTaro-
MyJUM Ha HeIlepeceKaloluecss CyOIonyIsiinu,
CYMMAapHO COCTaBJISIIOININE BCIO ec 1 00JIajaloline, B
CBOIO OYepelb, MEPAPXUIECKOM CTPYKTYypPOI IToapas3-
neneHHocTH. JlaHHO# CTpPYKType KaK TaKOBOW IMpU-
cylIy cnenuguIecKre CBOMCTBa U3MEHUYMBOCTU KO-
JIMYECTBEHHBIX IIPU3HAKOB €€ YacTell, He3aBUCHUMbIE
OT IIPUPOABLI MepPapXUIECKOl cuCcTeMbl (HaIipuMmep,
9TU CBOMCTBA OYAYT My CUCTEMBI M3 HEXKMBBIX O0BEK-

ITACEKOB

TOB) 1 OT (pakTOpPOB ee (hopMupoBaHU (CKaxXeM, OT
MUTpaLUii).

31mech BaxKHO MCCIEOOBAaHME POJIU €IUHMIIBI Ha-
OJIIOIEHUST HA IUBEPIreHLIUI0 KOJIUYECTBEHHBIX IPU-
3HAKOB 4YacTeil MPOU3BOJbHOM MepapXUiyecKoil Cu-
CTeMbl He 00s13aTeJIbHO OMOJOTMYSCKOM TIPUPOJIBI.
Cama enuHMIIA JOMYCKAeTCs JII000M, JINIIbL ObI ObLIa
Ha OOHOM M3 YPOBHEN Me€papXUU paccMaTpUBaAEMOI
CUCTeMbl. B yacTHOCTH, CUCTEMOI MOXKET OBITh Me-
TAIIOITY/ISILMS M3 CyONOMyJISIIUIA CeJIO, CEIbCOBET U
Tak gajiee, a MOJIydeHHbIE pPe3yabTaThl MPUJIOKMMBI K
TaKOMYy IIpU3HAKY, KaK KOHIIEHTpauus amMuwinyd B
MOITYJISILIMSIX YeJIOBeKa, KOraa MpeaMeToM U3y4eHU s
CIIyXXUT paclipedeiiecHue KOHILEHTpaluuu (aMuinu
110 CyOITONYJISIIIUSIM CUCTEMBIL.

Oco0bIif MHTEpeC MpencTaBiIsieT coboit mucnep-
cHs pacripenesieHusI KOHLeHTpaluuu (paMUINKA BHYT-
Py ¥ MEXAy CyOITOIy/ISILMSIMU KaK XapaKTepUCTUKA
daMHUIBHON IUBEPreHIMM B MeTtanonyassuuu. [1pm
HepapxXuyeckoil ToApas3leIeHHOCTH Ha KaXIoM
YPOBHE MepapxXuu OyayT B 0OIIeM clTydae CBOU Cpell-
Hee 3HaYeHMe U JUCIIEPCUs KOHILEHTPaLU1, KOTopasi
oTpaxaeT (paMWIbHYIO OTUBEPIECHIIIO CyOIOMYISIIniA
Ha COOTBETCTBYIONIEM ypoBHe. M3yueHne daMuiIbHOM
JUBEPIreHIINN BaXKHO, TaK KaK IPH COOTBETCTBYIOLLINX
MPEATONIOKEHNUSIX OHA OTpakaeT TeHETUYECKYIO IU-
BEPreHLIMIO U TeHETUYECKYIO CTPYKTYPY METamony-
JISLIVN.

IIpoBeneHHOEe WuccaeqOBaHUE TMOKAa3bIBaeT, 4YTO
KaXKIIOMY OTAEJIEHOMY YPOBHIO HepapXU1 COOTBETCTBY-
€T HeOTpHULATEIbHbBII BKJIa B MOJHYIO (OOIIYI0) AMC-
MEePCUIO KOHLIEHTPALK B CUCTEME, PABHBIIA CpeTHEMY
3HAYCHMIO BHYTPUTPYIITIOBOM AUCIIEPCUM pacTIpeaesie-
HYSI KOHIEHTpALIK (haMIIMHU 110 €TI0 CyOIOITYJISILIVISIM.
IMomyyeHo pasznoxeHue OOLICH OUCHEPCUN KOHIICH-
Tpaluu1 (I)aMl/lﬂl/ll/l B METAIIOIyJI AU I10 BKJIaJaM OT-
JIebHBIX YPOBHEM, 00001IaoIIee MPABUIIO CIIOXKEHUS
pucnepcuii. OTcroaa HaXOIUTCS BEIMYMHA 3aHKEHUS
oOllIeil JUCIIepCcru, KOIa BMECTO HeTloApasaeIcHHbBIX
CyOnoITyJISILUiA IIEPBOTO YPOBHS ME€papXUU (IOIMYCTUM,
ceJl) B KaueCTBe eAWHMLI HAOJIOASHUS CIIyKaT cyOro-
IYJISILIM 00JIee BEICOKOTO YPOBHS (CKaXKeM, paiioOHOB).
DTO MO3BOJISIET CYIUTh O CTENECHU 3aHMXKEHMST OLICH-
KW TeHETUYECKOM TUBEPreHIINM B METAITONYJISILINA B
pe3yabTaTe UTHOPUPOBaHUS (aMUIbHOM U3MEHYM-
BOCTU HA HU3KUX YPOBHSIX UEPAPXUU.

IMpunoxeHue HaliIeHHBIX pPe3yJbTaTOB K peaib-
HBIM JaHHBIM HATAJIKMBAECTCS Ha OIpelaesICHHbIC
TpyaHocTy. OnuiiieM OfHY U3 HUX U COOTBETCTBYIOIIIEE
HampapJIeHUe JaTbHeHIINX ucciaenoBanuii. Hampumep,
paccCMOTpUM IIpOOJIeMbI, CBSI3aHHBIC C HapylICHUEM
HepapxXudecKoil CTpyKTyphl. Tak, ropod He SIBISICTCS
00BbEIMHEHNEM HETIePeCEeKAIOIINXCS CEJIBCKUX CyOro-
TYJISILIMIA, CKaXkKeM, YPOBHSI Cell W CEJTbCOBETOB, T.€.
HCIIOJIb30BaHUE O0bEAMHEHHBIX JaHHBIX IO TOPOaaM
U CEJIbCKMM CYOnonyJIsIMSIM HapylllaeT uepapxude-
CKWIf XapaKTep MOAPa3AeIECHHOCTU METATIOIYISIIIAN.
OnmHako IIpU OTHOEIBHOM M3YYEeHMH (HaMUIbHOMI
CTPYKTYpPBI TOPOAOB (Cel) HAOMI0NaeTC sl UX MepapXu-
YyecKas rpyImMpoBKa CONIACHO afMUHUCTPAaTUBHBIM
obpa3zoBaHusIM. B HacTosiiee BpeMst ropoIcKoe Ha-
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ceneHue Poccuu coctaBiasger nopsaka 74.56%, a
CEeJIbCKOE TONBKO 25.44%. TpeGyroTcs TOTOAHUTEb-
HBbIE UCCIEA0BAaHUS B OTHOIIIEHUH CITIOCOOOB 00beaM-
HEHUS TIOJydaeMbIX TaKMM o00pa3oM (aMUJIbHBIX
JIAaHHBIX C YYETOM pa3HOIo BKJIaJa YKa3aHHBIX KOM-
MoHeHTOB. COOTBETCTBEHHO HEOOXOIUM OOOCHO-
BaHHBII METOJI UCITOJIb30BAHMS ITOJIy4aeMbIX B UTOTE
pEe3yJIbTAaTOB ST BEIBOAOB OTHOCUTEIBHO FeHETUYE -
CKOM CTPYKTYpPhI METATIOITYJISILINH.

Hacrosiiias ctatbs He COIEPKUT KaKMX-JIMOO HC-
CJIeOBaHUI ¢ UCIIOJIb30BaHUEM B KaueCTBe OOBEKTA
KUBOTHBIX.

Hacrosiast ctatbst He COIEpPKUT KaKMUX-JIMOO MC-
cJIeIOBaHUI ¢ ydacTHEM B Ka4eCTBe OObEKTa JIIOICH.
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Description of Divergence of Subpopulations in the Hierarchical System
under the Analysis of Isonymy. I. Variance as an Indicator of Divergence
V. P. Passekov*

Dorodnicyn Computing Centre, Federal Research Center “Computer Science and Control”
of Russian Academy of Sciences, Moscow, Russia

*e-mail: pass40@mail.ru

We consider (typical for human) metapopulations with a hierarchical subdivision into parts (subpopulations)
corresponding to the classification of subpopulations on the basis of administrative-territorial division (for
example, a village, a village council, a district, a region, and so on); on the basis of genealogical approach
grounded in ethnogenesis; and also on other principles of biological classification. Each level of the hierarchy
is a partition of the metapopulation into nonintersecting subpopulations, which in total make up all of it and,
in turn, have a hierarchical structure of partion. The properties of variability of the quantitative trait of sub-
populations under a hierarchical structure are studied using the example of such a trait as the concentration
of some surname. The distribution of the concentration of the surname over subpopulations is analyzed, it is
characterized at each level by its mean value and variance, which reflects the surname divergence of subpop-
ulations at the corresponding level. The study of surname divergence is important, since, under appropriate
assumptions, it reflects the genetic divergence and the genetic structure of the metapopulation. It is shown
that each separate level of the hierarchy corresponds to a non-negative contribution to the total variance,
equal to the average value of the intragroup variance of the distribution of the concentration of the surname
by its subpopulations. The decomposition of the total variance of the concentration of the surname in the
metapopulation by the contributions of individual levels is obtained, generalizing the rule for addition of vari-
ances. The value of the underestimation of the total variance is found, when, instead of unsubdivided subpop-
ulations of the first level of the hierarchy (say, villages), subpopulations of a higher level (say, districts) serve
as observation units. This makes it possible to judge the degree of underestimation of the assessment of genetic
divergence in the metapopulation as a result of ignoring the surname variability at the low levels of the hier-
archy. The entire population is divided into two components with a hierarchical structure of subdivision: rural
and urban residents. The results of this work are equally applicable to each of them.

Keywords: hierarchical structure of populations, metapopulations, concentration of surname in human sub-
populations, decomposition of surname concentration variance by hierarchy levels.
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CEP (C-Terminally Encoded Peptides) — noctrpaHcisimuoHHO-MoabULIMPyeMble TTEeNTUIHbBIE TOPMOHBI,
UIpalolle BaxkHYIO pojib B pa3BuTuu pacteHuii. Ilentunsl CEP n3BecTHBI MpexXae BCero Kak peryiasiTopbl
DPa3BUTHST KOPHEBOI CHCTEMbI, aKTHBUPYIOIIMECS B OTBET Ha AEMCTBHE aOMOTUIECKIX CTPECCOBBIX (haKTOPOB,
B YaCTHOCTH, Ha HEIOCTATOK a30Ta. Y KapTodens npeactaButeu cemeiictBa CEP K HacTosiiieMy BpeMeHM He
ObLUIM OXapakTepu30BaHbl. B Halleit pabote Mbl uneHTUdULIMpoBanu 17 reHoB CEP B reHoMe KapTodens (Sola-
num tuberosum L.). C IIOMOIIBIO OOIIETOCTYHBIX JAHHBIX TPAHCKPUITOMHBIX UCCIEIOBAaHUI Mbl OLIEHWIA
YpOBHU 3Kcrpeccuu reHoB CEP B pa3IM4HbIX OpraHax Kaprodesi, a Takxke IoKas3alid, YTO SKCITPECCHsi HEKO-
Topbix reHoB CEP 3aBUCHUT OT YPOBHs a30Ta B cpefe. JanbHelinee nzydyeHue reHoB CEPy kapTodeisi HO3BOJIUT
pacIIMpuTh Hallle TOHUMaHUE POJIM CUTHAJIbHBIX MIENTUAOB B Pa3BUTUHN KapToders.

Karouesnie crosa: kKaprodenb, redsl CEP, nenrtunel CEP, a30THEBINM CUTHAIMHT, a30T.

DOI: 10.31857/50016675822060078

3HauYUTESIbHYIO POJIb B Pa3BUTUM PACTEHUM UTPAIOT
PETYJISTOPHBIC MIENTUABL: TIepeaaBast MHGOPMALIIIO OT
KJIETKU K KJIETKE, OHA KOOPIMHUPYIOT IIPOLIECCHI IIPO-
mmdepauny 1 gudEEepeHINPOBKU KIIETOK, a TaKxXKe
OTBEThI HAa BHEILIHUE CTUMYJIbI. HeKkoTophie perysi-
TOPHBIC NENTUABI PACTEHUI CIIOCOOHEI K JalbHEMY
TPaHCIIOPTY MO MPOBOISAIINM TKAHSIM M TAKUM 00pa-
30M, 3a/IeICTBOBAaHBI B KOMMYHHMKAILIMM MEXIY pa3-
HBIMM opraHamMu pactenud [1]. K TaknM nentugam, B
yacTHOCTH, oTHOcITCS nentuasl CEP (C-Terminally
Encoded Peptides); mjis1 HEKOTOpBIX IIpeacTaBUTe e
3TOr0 CEMEMCTBA MoKa3aHa CIIOCOOHOCTh TPaHCIIOP-
TUPOBATHCS T10 KCUJIEME U3 KOPHS B TTO0ET U TaKUM
o0Opa3oM orocpenoBaTh CUCTEMHBIN OTBET HAa HEIO-
craTok a3orta B rouBe [2]. 'enbl ceMeiictBa CEP Haii-
JIEHBbI KaK Cpelu LIBETKOBBIX, TaK U I'OJOCEMEHHBIX
pacTeHuii, a Tak:ke 0OHapyKeHbl Y TaJUIOBBIX HeMa-
TOII, BBI3BIBAIOIINX MenoiimoruHo3 |3, 4]. [Ipomykra-
mu reHoB CEP aBIISIIOTCS OeNIKU-TPEaLIeCTBEHHUKM,
coaepkallie CUTHaJIbHBIN JoMeH Ha N-KOHIIe, OOUH
WIN HECKOJIbKO KOHcepBaTUBHBIX AoMeHOB CEP u
BapnabOeabHBIN TOMEH MexXay HUMH [3—5]. B mpo-
1Hecce MOCTTPaAHCISILUMOHHBIX MOAUpUKaALIUIT OeTKN
TUIPOKCUJIMPYIOTCS 10 HECKOJIBKMM OCTaTKaM ITpo-
JIMHA Y MOABEPraloTcsi MpOTEOan3y 10 00pa3oBaHUs
3peJIoro TIeNTHIA, MOCJIeN0BATEIbHOCTh KOTOPOTO
BKJIIOYAET JIMIIb KOHCcepBaTuBHbIN goMeH CEP miu-

! Nononuurenshas uHpopManys 1Ist 9TOI CTATbH AOCTYIIHA
no doi 10.31857/S0016675822060078 mjisi aBTOPpU30BAHHBIX
MOJIb30BaTeJICH.

Hoit 15 amunHokucnotT. Ilentunsr CEP peryaupyiot
POCT KOpHEii 1 ITOOEroB paCTeHUIA, a TAKXKe OKa3bIBa-
IOT BIMSIHME HA pPa3BUTHE OOKOBBIX KOPHEM U CUM-
OMOTUYECKUX KITYyOEHBKOB Y 0000BBIX pacTeHUN [S—
7]. Taxxe ObUIO mMoKazaHo BiausHue nentunoB CEP
Ha TpollecChl MOMIOIIEHUS a30Ta PACTEHMEM 3a CUET
CUCTEMHOI PEeryJsiliui 3KCIIPECCUU T€HOB, KOIUPY-
IOIIIMX HUTPAaTHBIE TPAHCIIOPTEPHI [2].

JlaHHbIE TpPaHCKPUIITOMHBIX HCCICOIOBAHUN U
aHaJIM3 PETyJIITOPHBIX obsacTteil reHoB CEP y psma
pacTeHUi MO3BOJWIU MPEANOJ0XNUTh, YTO POJIb Te-
HOB CEP B pa3BUTUM pacTeHUII HE OIrpaHUINBACTCS
X y4aCTHEM B OTBETe Ha Ae(UIIMT a30Ta, 1 IEITHUIbI
CEP, BeposITHO, SIBJISIIOTCSI BAXKHBIMU PETyIsiTOpaMu
OTBETa Ha pa3IUYHbiec aOMOTUYECKUE CTPECCOBEIC
dakTopsl [8]. OnHako ponb reHoB CEP Obla n3ydeHa
JINIIb y OTHEJbHBIX MpecTaBUTeeil IIBETKOBBIX pac-
TeHuii. B yacTHocTH, y KapTodenss K HacTosIIeMy
MOMEHTY He OBLIIM OXapaKTepU30BaHbI IPEICTaBUTE -
JIU 3TOTO CeMeMcTBa TeHOB. B CBSI3U ¢ 3TUM, 1IeJIbIO
HaIlleTO MCCIEOOBAaHMUS CTajla WOSHTU(PUKALUS U
aHanm3 skcripeccun reHoB CEP y Bunma Solanum tu-
berosum L. (StCEP). Kaptodelb SBIseTCsI BaXKHOM
CEJIbCKOXO3SIICTBEHHOM KY/IBTYpOil Oyiaromapsi €ro
CITOCOOHOCTH 00pa30BEIBaTh KITyOHU. M3BeCcTHO, UTO
HaJu4yue a30Ta B cpelie SABSIETCS OMHUM U3 KIIIoue-
BBIX (DaKTOPOB, PETYIMPYIOIINX Pa3BUTHUE KIyOHEH Y
KapTodess, B YaCTHOCTHU, BBICOKASI KOHIIEHTpPAIIUs
a30Ta B cpele 3aJepKuBaeT KiiyoHeoOpa3oBaHue [9].
IMockonbky nentuabl CEP m3BecTHBI KakK BaxKHbIC
Y4aCTHMKHM OTBE€Ta Ha HEJOCTAaTOK a30Ta B cpele,
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MpencTaBIsieTcsl 11eJ1IecooOpa3HbIM U3YyYeHHE BO3-
MOXKHOM POJIM 3TUX PETYJISITOPOB B Pa3BUTUU KITyO-
Hel y kapTodens.

Hnsa npentuduxaimu reHoB CEP y kapTodesss Mbl
MPOBEJM TMOUCK UX TIOCIEeI0BATEIbHOCTENl B TeHOME
kaptodeisa SolTub 3.0 (Ensembl: GCA 000226075.1) ¢
HCIIOJIb30BaHUEM BCEX U3BECTHBIX FTeHOB CEP, BbISIB-
JIEHHBIX paHee B pabote [3], ¢ MOMOIIBIO aJIropuT™Ma
tblastx. Takxke ObLI TPOM3BEACH ITOMCK JTOMEHOB
CEP B mocnenoBaTelbHOCTSIX KapTodessi ¢ TToMo-
mbio mporpamm Multiple Expectation Maximization-
for MotifElicitation (MEME) (v. 5.4.1), Find Individ-
ual Motif Occurrences (FIMO) (v. 5.4.1) u Motif
Alignment&Search Tool (MAST) (v. 5.4.1) [10] ¢ uc-
noab3oBaHueM foMeHoB CEP, oOHapy:XKeHHBIX B 1C-
ciaegoBaHuu [3]. IToaydeHHBIE OCIEAOBATEILHOCTU
ObLIY MpOaHAIM3UPOBAHbI HA HAUITMYKUE CUTHATLHOTO
JToMeHa Ha N-KOHIIE ¢ ITOMOIIbIO MporpaMMbl Sig-
nallP (v. 5.0) [11]. Pe3ynbTatoM npoaeiaHHO pabo-
Thl cTajgo obObHapyxeHue 17 mociiegoBaTeIbHOCTEH
StCEP (ITpunox., ta6n. 1). Jlokanuszalusi TeHOB
StCEP Ha xpoMocoMax Obljla BU3yaIu3UpoBaHa ¢ 1Mo-
Molbio TporpaMMbl Maplnspect (http://www.softs-
ea.com/download/Maplnspect.html). Tlpu >tTOoM
0Ka3aJioCch, UTO AeBATh TeHOB StCEP pacriojiararorcst
Ha ogHOM XxpoMocoMme (puc. 1,a). Cpenn HUX: TeHBI
StCEP3u StCEP9Y pacrionaraloTcsl B HeIIOCPEICTBEH -
HOI OJIM30CTH APYT OT Apyra, a re’sl StCEPI, 6, 7, 13
00pa3yloT 00JblIIo KiacTep U3 TaAHIEMHO Paciojo-
JKEHHBIX TEHOB.

Ha ocHoBaHnM HYKJIEOTHMIHBIX MOC/IEIOBATEIHLHO-
cTeii ObUIM onpeie/ieHbl aMUHOKHUCJIOTHBIE TTOCTIeIOBa-
teabHOCTH 0ellkoB StCEP. AMMHOKMCIIOTHBIE ITOCIIe-
nosareibHOocT CEP  BBIpaBHUBaNM B IIporpaMme
Ugene [12], 1 Ha 0CHOBaHUM BbIpaBHUBaHUSI ObLIO MO-
CTPOEHO (PWJIOTEHETUYECKOE IEPeBO METOIOM MAaKCH-
MajbHOTO mpaBmononodus B mporpamMme MEGALL ¢
bootstrap-nonaepxkoit B 1000 peruk. Cpeau 6ejIKOB
StCEP okazanmuch Kak OelKu, comepxKalllieé TOJIBKO
omuH nomeH CEP (StCEP1-13), Tak 1 MyJIbTHUIOMEH-
Hble Oesiku, comepxaiue asa (B ciaydae StCEP15, 16)
v yeThipe (B ciaydae StCEP14) koHcepBaTUHBIX J0O-
MmeHa CEP. Tak oka3zanocs, uyto 6enok StCEP14 co-
JIEPXKUT YeThIpe MPaKTUYECKM MIEHTUYHBIX 110 I10-
cinenoBaTteabHocTu nomeHa CEP (puc. 1,6). ITocie-
nmoBarenbHOocTM gomMeHoB CEP B mpepemax
mynbTugoMeHHbIX GenkoB StCEP15 u StCEP16 xa-
paKTepu3yIoTcs 0oJiee BBIPAXKCHHBIMH pa3IAIUSIMU
10 AaMMHOKMCJIOTHOI ITOC/I€AOBAaTEIbHOCTH, IIPU
3TOM OTHCIbHbBIE JOMEHBI U3 Pa3HbIX MYJIbTUIOMEH-
HBIX OenkoB StCEP, ob6o3HaueHHBIe HaMM KakK St-
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CEP15a u StCEP16b, neMOHCTPUPYIOT BBICOKOE
CXOICTBO IO TOCJIENOBATEIbHOCTA U Pa3inyaroTcs
TOJILKO I10 OJTHO#T aMmrmHOKMcIIoTe (puc. 1,6). PaHee B
padore H.A. Ogilvie ¢ coaBT. OBIJIO OTMEUYEHO, UTO
KOHCEHCYCHasi aMUHOKMCJIOTHAas ITOCJIeI0BaTE/Ib-
HocTh nentunoB CEP y npencraButeseii ceMeiicTBa
MacJIeHOBBIE OTIMYAETCS OT MOCIeI0BATEIbHOCTEN
CEP, xapaKTepHBbIX IS IPYTUX CEMENCTB pacTeHUIA
[3]. B cBSI3M C 3TUM MOXHO TMPEnnoJ0XUThb, YTO
KOHKpETHBIe (DYHKIIMU BBISIBICHHBIX HAMU IIEIITH-
noB CEP y kapTodeiist MOryT OTIMYaThCS OT OITMCaH-
HBIX paHee I IPYTrUX BUIOB paCTEHUIA.

MBEI nipoaHaIM3UPOBAIA TPAHCKPUIITOMBI JIMCThEB
1 KOpHEil Tpex COpTOB KapTodesi, BhIPAIlIEHHBIX B
royse ¢ a30toM (3.3 kr/100 M> MOUEBUHEI) U G€3 HETO,
noctyrmHele B 6aze maHHbIX NCBI (mipoekT Homep
PRINAS511561), naHHbIE IPEACTaBIEHBI B TPEX ITOBTOP-
HocTgx. McciemoBaTerssMi B pabOTy OBUTH B3SITHI COpTa
KapTodensi, paznuyaroniyecs: no 3(OEKTUBHOCTU T10-
IIOIIEHUSI W VICTIONbL30BaHUS a30Ta. DP(GHEKTUBHOCTh
MOIIOIICHMSI a30Ta COOTBETCTBYET HOJIE OOCTYITHOTO
a30Ta B M0YBe, KOTopasi ObLIa TOIJIONIeHA PACTEHUEM.
Db HEKTUBHOCTD UCIIOIE30BAHMS PACCUMTHIBACTCS KAaK
ypoxKaii KIIyOHel, HeJeHHBI Ha HaKOIIJICHHBIN a30T
BO BceM pacTeHusIM. Tak, kapTtodeinb copta “Yanshu 4”
3} deKTUBHO ITOIIOLIAET a30T, HO MMEET HU3KYIO 3(D-
(hbeKTUBHOCTH €T0 UCITOIb30BaHMsI, cOpT “Xiabodi” (cv.
Shepody) xapakTepusyeTcss CpeIHUMU MoKa3aTessi-
MU 3¢ GHEKTUBHOCTH ITONIOIIEHUS W UCIIOIb30BaHMSI,
a copt “Chunshu 4” mMmeetr Manyio 3pPEKTUBHOCTD
TTOIJIOLIEHUS U BBICOKYIO — UCIIOJIb30BaHus [13].

Tak Kak BbIsIBJIeHHbIe HaMU reHbl StCEP He aHHO-
TUPOBAHKI B TeHOMAaX KapTodeJisi, Mbl 3aHOBO ITPOBO-
IVI aHalIu3 JAHHBIX CeKBeHMpoBaHUs. KadecTBo
MMPOYTEHUI TMPOBEPSUIM C TOMOIIBIO IPOrpPaMMBbI
FastQC (v. 0.11.9) [14] 1 Bu3yanu3upoOBald OTYETHI
nporpamMbl FastQC ¢ momorbio rmporpaMmber MultiQC
[15]. U3 CBHIpBIX HaHHBIX CEKBEHWPOBAHUS YIAJISIIN
afanTephbl ¢ MOMOIIIBIO ITporpaMMbl Trimmomatic-0.39
[16]. ITomcyeT KomyecTBa MPOYTEHHIT HA TPAHCKPUII-
TOM KapTtodelisi, B KOTOPbIii HaMU OBLIM BKJTIOYCHBI
TpaHCKpUIITHI TeHOB SfCEP, TIpOBOIWINA C TIOMOIIIBIO
nporpamMel Kallisto (v. 0.46.2) [17]. AuddepeHumansb-
HO aKchpeccupylommecs:i TeHbl (p value < 0.01,
log2FoldChange>|1|, MuHMManbHOE KOJIUYECTBO
MPOYTEHUIN — AECATh) HAXOIWIN C TTOMOIIBIO TTaKeTa
DeSeq2 (v. 1.34.0) [18] B mporpamme R 4.1.1 [19]
(ITpunox., Ta6i. 2). Cpenu reHoB StCEP nuddepeH-
LIUAJIbHO BKCIIPECCUPOBAJIMCh BCETO Ba TeHa —
StCEP15wn StCEPI17.Y copra “Yanshu 4”, KOoTOpbIid
3¢ dEeKTUBHO TOTIOMIAET a30T, HO MMEET HU3KYIO
3¢ HEeKTUBHOCTh MCIIOJIb30BaHUSI a30Ta, 3HAYUMMOE
CHUXXEHME KOJIMYeCcTBa TpaHCKpuMnToB reHa StCEP17

Puc. 1. Xapakrepuctuka reHoB u nentunoB CEP kaprodensi. a — nokanusauust Ha xpomocomax reHoB CEP kaprodens, 6 —
(unoreHeTHYeCcKoOe IepeBO U BhIpaBHMBAHWE aMUHOKMCIIOTHBIX MocienoBareabHocTeil nentuaoB CEP kaprodens Solanum
tuberosum (StCEP). JlatuHckue OykBbl (a—d) psimoM ¢ Ha3BaHUSIMU TIENITUI0B 0003HaYatoT pasinyHbie noMeHbl CEP, BbIsSIB-
JICHHBIE B IIpeiesiaX OMHOIo Oejika-npeaiecTBeHHuKa. 8 — Log2 3HaueHuss TPM (TranscriptsPerMillion) njist renoB CEP Kap-
Tocbestsi, pacTylIux B yCJIOBUsX 60ibInoro (4 MM, +N) u masnoro (0.2 MM, —N) comepxxaHus a3oTta B cpefie. 2KeaThIM 1IBETOM

o6o03HaueHbl TPM paBHbie 0.

TEHETUKA TtomM 58 Ne 6 2022



730

PYTKOBCKAS u ap.

a
xpl xp2 xp3 xp4 xp5 xp6 xp7 xp8 xp9 xpl0 xpll xpl2

0r CEPI1
e
CEPS
25F | G
E%%Z% | CEP2
50 + c(é%’% CEPI2 P
751 6
StCEP4
— el StCEPI3
StCEP1
StCEP3
StCEP6
StCEP5
50— StCEP%
StCEP7¢c
StCEPS8
StCEP9a
65 StCEP7a
—al__ StCEP7b
_|: StCEP10
94 StCEPI11
51 StCEP2
i StCEP12
StCEP17
StCEP14b
85 StCEPl4c
= _7|:StCEP14d
StCEPI14a
StCEPI15b
= ———StCEPI16a
75 StCEP15a
—wl__ StCEP16b
LIBeToBas 1IKaza s
S
—10-5 0 5 10
—1.61 StCEP17
UE StCEP13
—0.58 StCEPI15
0.54 StCEPI10
0.42 StCEP2
StCEP12
StCEP9
StCEP6
StCEPS
StCEP7
StCEP3
StCEP4
StCEPI16
+N
IToGer

TEHETHUKA  Tom 58

Ne 6

2022



I'EHBI CEP KAPTO®EJIA 731

HaGII0JalIM B KOPHSX B YCIIOBUSIX HAJIMYUS a30Ta
(log2FoldChange = —1.19, padj < 0.025), u, cooTBeT-
CTBEHHO, MpPU HeIOoCTaTKe a30Ta YPOBEHb IKCIpeCc-
CUU 3TOTO TeHAa B KOPHSIX ObLT BHILIIE.

M3BecTHO, UTO y pe3yXOBUIKM DKCIpeccus psiaa
reHoB CEP akTuBHMpyeTCs B KOPHSIX IIPU HEAOCTaTKe
aszora, n nentunsl CEP yBennmumBaror 3¢ddeKTnB-
HOCTb MONJIOIIEHUS a30Ta KOPHSIMHU 3a CUYET UX yda-
CTUS B aKTUBALIMM 3KCIIPECCUM T€HOB HUTPATHBIX
TpaHciopTepoB. boJjiee BEICOKMIT ypOBEHb 9KCIIPEC-
cun rerHa StCEPI7 B xopHsax copra “Yanshu 4” B
YCJIOBUSIX HEXBATKM a30Ta MOXKET CBUIETEIbCTBOBATh
o ToM, uto nentua StCEP17 Takke MOXeT peryaupo-
BaTh IIOIJIOIICHNE HUTpaTa IIpM HEJOCTaTKe a30Ta.
I1pu aTom y copra “Chunshu 4”, KoTOpBIif XapakTe-
pusyeTcsd Majioii 3(pGHEKTUBHOCTHIO MOIIOIICHUS U
BBICOKOI 3(p(EeKTUBHOCTBIO MCIOJIb30BaHUS a30Ta,
BBISIBJICHO 3HAYMMOE yBeIMYeHNEe KOJIMYeCTBa TpaH-
ckpuntoB reHa StCEP15 (log2FoldChange = 2.77,
padj < 0.003) B TMCTBSIX B YCJIOBUSIX HAJTUYUS a30Ta.
Tor ¢daxkT, uro skcnpeccust StCEPI15 Bo3pacTaeT B
JIMCThSIX, HO He B KOPHSIX (IIpY HAJIMYMHU a30Ta B Cpe-
Jie) TO3BOJISIET IIPEAIIONIOXUTh, YTO COOTBETCTBYIO-
LW TIENTU BEPOSTHO HE 3a1CMCTBOBAH B Mepeaaye
curHaja o0 M3MEHEHUM YPOBHS a30Ta B Cpele OT
KOpHEell B moOer; U OH MOXXET BBIIOJHSTH WHBIE
(YHKIIMM B OTBETE HAa U3BMEHEHUE COMIEPKaHMsI a30Ta
B cpele.

B pa6ore [20] 6b17TM TaKKe CEKBEHUPOBAHBI TPAH-
CKPUIITOMBI KapTodesi, pacTyllero Ha cpeie ¢ Bbl-
cokuM (4 MM) n Huzkum (0.2 MM) conepxaHuem
a3oTa. A30T ObUI IIpeaCcTaBlieH B ABYX (popmax NO> ™ u
NH**. B aHayu3 ObLIM B3SThI pa3Hble OPraHbl KApPTO-
denst: moberu, CTOJIOHBI U KOPHU KapTodensi copTa
“Kufri Jyoti”, KoTopbiii BbIpalllMBald B YCIOBUSIX
asponoHnku [20]. B xXome manHOTO MCCleIOBaHUS
OBUTM CEKBEHMPOBAHBI TPAHCKPUIITOMBI JIJISI 0Opa3-
IIOB M3 OOHONM TOBTOPHOCTU (ITPOEKT HOMEpP
PRINAS529319). Mbl nipoaHalu3upoBaiu IaHHBIE,
noJiydeHHbIe B padote [20], o anropnTtMmy, omrcaH-
HOMY BbIllle. B pe3ynbraTe 3TOro nmoayywiu 3Haye-
HUSI yPOBHEU KCIIPECCUU TeHOB, BBIPaXKEHHBIC B BU-
ne equanl, TPM (TranscriptsPerMillion) (morr. Ta6a. 3),
creHepupoBaHHbIe TIporpammoii kallisto (v. 0.46.2)
[17]. Tenwr StCEPI, StCEPS, StCEPI1 v StCEP14 mMbl
WUCKJTIIOUUJIN U3 aHaJI13a B CBSI3U C OTCYTCTBUEM TpaH-
CKPUIITOB 3TUX T€HOB BO BCEX aHAIM3UPYEMbIX Opra-
Hax. [lJ1s1 ocTajabHBIX TeHOB ObljIa MMOCTPOEHa TETI0-
Bas KapTa ypOBHE! 9KCIIPECCUU T€HOB, BBIPA>XKEHHBIX
B equHuLax Log2 ot 3HaueHuss TPM, uto ObL10 cie-
JIaHO C TIOMOIIbIo yHKIMKM heatmap.2 [21] u3 make-
ta gplots (https://github.com/talgalili/gplots) B mipo-
rpamme R 4.1.1 [19] (puc. 1,6).

I'eHBl OBUIM KJIACTEPU30BAaHBI B COOTBETCTBUU C
XapakTepoM UX akcrnpeccuu. MHTEpecHO OTMETUTD,
yTto 1Tk reHoB StCEP (StCEP2, 10, 13, 15, 17) npo-
JeMOHCTPUPOBAIN BEICOKUI YPOBEHb 9KCIIPECCUN B
CTOJIOHE KapTodes, omHaKo O0OJIbIIast 9acTh T€HOB
StCEP Bce e 3KCIIpeccUpoBajiaCh B KOPHSIX, TP
aToM reH StCEP2 aKIipeccupoBajicsl Ha OTHOCUTEb-
HO BBICOKMX YPOBHSIX KaK B CTOJIOHAX, TaK U B KOP-
Hax. Beto oOHapyXeHO M3MEHEeHME SKCITPECCU He-

TEHETUKA TtomM 58 Ne 6 2022

KOTOpPBIX TeHOB StCE P 11ipn BEIpallIMBaHUU pacTCHUMN
IIPU Pa3HBIX YCIOBUSIX CPENibl — C BHICOKUM Y HU3KUM
coliepXkaHveM a3oTa. Tak, B mobere yBeIMIUBaeTCs
KOJIMYECTBO TpaHCKpunToB TeHoB StCEPIS n
StCEPI7wn ymenbmaercs skcnpeccust StCEP2 tipu
CpaBHEHUU TPAHCKPUIITOMOB pacTeHU, pacTYIIUX C
MaJbIM colepXaHueM a30Ta, U TPaHCKPUIITOMOB
pacTeHuii, pacTyIIUX C BLICOKMM COACPKaHUEM a30-
toM. IIpu 3TOM pe3yabTaThl IBYX IpOaHAIU3UPOBaH-
HBIX TPAHCKPUNITOMOB CXOXHU. Tak, aKCIpeccus reHa
StCEP17 mnoBbllIaeTcsl B KOPHSIX pacTeHMii copTa
“Yanshu 4” n “Kufri Jyoti” B yclnoBusix HexBaTKU
azora. B To ke Bpems akcripeccus reHa StCEP173Ha-
YMMO HE M3MEHSJIach y COPTOB copToB “Xiabodi” n
“Chunshu 4”. Otu copTa oT/iMyaloTcs no 3(HeKTUB-
HOCTHU NONJIOIICHMS I MCIIOJIb30BaHUS a30Ta, 1 eI~
tuael CEP, kak curHaibel o conep:KaHUM a30Ta B cpe-
Jie, MOTYT OBITh 3aJeMCTBOBAHBI B Mpolieccax, CBSI-
3aHHBIX C OMpedeJeHWeM a30THOro  cTaTyca
pacTeHMUIA.

Taxkmm o6pa3om, Hatra padora SIBIISIETCS BKJIaIOM
B HCCJeJOBaHUE ellle MaJIOu3y4YeHHOTO ceMelcTBa
nentugoB CEP. Mubl naeHTudumpoBaau 17 reHOB
StCEP y xapTodenst u npoaHaIU3UPOBaId UX IKC-
MPECCHUIO0 B TPAHCKPUIITOMAX YETHIPEX COPTOB KAPTO-
dens, pazauyaroimuxcs 1mo 3(p¢heKTUMBHOCTU UCTIOIb-
30BaHUs MOCTYMNAIIETo U3 Cpebl a30Ta, BhIpallleH-
HBIX KaK B OOraTbhIX a30TOM IOYBax, TakK W MPU €ro
HenmoctaTke. Hamu Oblim BeISBIEHBI TeHBI SICEP,
BKCIIPECCUSI KOTOPBIX U3MEHSIACH B 3aBUCUMOCTH OT
HaJn4us a3oTa B cpeae. MoXKHO MpeanooXUTh, UTO
KoaupyeMble 3TUMU TeHaMU TIETITUAbI BHICTYIIAIOT B
pPOJIM CUTHAJIBHBIX MOJIEKYJI, 3aIeICTBOBAHHbBIX B OT-
BETHBIX PeaKlLUsSIX Ha ColIepxKaHUsl a30Ta B TOYBE.
Taxke MBI OOHApyXWJIM 3KCIIPECCUIO psila TEHOB
StCEP B cTronoHax KapTodensi, YTO ITO3BOJISIET IIPE/I-
MOJIOXKUTh WX BO3MOXHOE YydyacThe B Mpolleccax
KJIyOHeoOpa3oBaHMSI.

Pabora BhIMmosHEHa NpM MNOAAEPXKE TpaHTa
PODU 19-016-00177.

Hacrosias crates He COOCPXKUT KaKMX-JIU00 UC-
cliedOBaHUI C NCIOJIb30BaHUEM B KaUeCTBE O0OBEKTa
KMBOTHBIX.

Hacrosias ctaThst He COIEPKUT KaKMUX-JIU00 UC-
cJiedOBaHUM C yJacTHEM B KaueCTBE 00OBbEeKTa JIIOACH.

ABTODBI 3asIBJISTIOT, UTO Y HUX HET KOH(MJIMKTA WH-
TEePECOB.
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Identification and Expression Analysis of CEP Genes in Potato
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C-terminally encoded peptide (CEP), post-translationally modified peptide hormones, play important roles
in plant development. CEP peptides are known as regulators of root system in response to abiotic stress fac-
tors, in particular, to a nitrogen deficiency. However, the members of the CEP family in potato have not yet
been characterized. In our work, we identified 17 CEP genes in the potato (Solanum tuberosum) genome. Us-
ing available transcriptomic data, we estimated the expression levels of the CEP genes in different organs, and
found that the expression levels of some of the CEP genes depend on the nitrogen amount in the media. Fur-
ther study of the CEP genes in potato will expand our understanding of the role of these signal peptides in

potato development.

Keywords: potato, CEP peptides, peptide hormones, nitrogen.
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