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B 0630pe paccMmoTtpeHa posib reHa Clock 1 MeaTOHMHA KaK YYaCTHUKOB LIMPKAIHBIX PUTMOB UeJIOBEKa.
IIpencraBieHbl pe3yabTaThl KCCIeIOBAHMI 110 aCCOLIMALIMY ITOJIMMOPGHBIX BapuaHTOB reHa Clock v LiuKJia
“COH—00ApCTBOBaHME”, a TaKKe IMPKATHBIX PUTMOB CEKpPELIMY MeJIATOHMHA TIPY Pa3HbIX XPOHOTHIIAX K
HaJIMYUY MTHCOMHMYECKUX HapylleHuil. PaccMoTpeHa rumoresa o posiu noaumopgHoro mapkepa 31117/C
reHa Clock B GopMUpOBaHUY MHCOMHUU Y XKEHIIIMH €BPOIIEOUIHOMN pachl, TPOKUBAIOIINX HA TEPPUTOPUU

Bocrounoiit Cubupu.
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DOI: 10.31857/S0016675821030127

B HacTos1iee Bpemsl pacnipoCTpaHEHHOCTh Hapy-
MIEHUI TUKJIa “COH—O00apCcTBOBaHME” BapbUPYET OT
5.6 010 73.8% 1 3aBUCHUT OT BO3pacTa, FTeHACPHO U 3T-
HMYecKoil mpuHamiexHoctu [1]. KoMopOumHOCTh
JNaHHBIX HApYIIEHWI C ApYTMMU MaTOJOTMYeCKUMU
COCTOSIHUSIMU ¥ MEIUKO-COILIMaJIbHbIE TTOCIEICTBUS,
K KOTOPBIM OHU MPUBOIAT [2], TpeOYIOT pa3paboTKu
3 dEKTUBHBIX METOJIOB UX JUATHOCTUKU U KOPPEK-
1IMU, TIATHOPMON 111 YETO SIBJISIIOTCS Pe3yJibTaThbl
¢dyHIaMEeHTaIbHBIX UCCIEA0BAaHUM, N3ydalOIIX MO-
JIEKYJISIpPHbIE MEXaHU3MbI LIUPKATHBIX PUTMOB.

I'EH CLOCK KAK YYACTHUK LHHWUPKAIHBIX
PUTMOB Y MJIEKOITUTAIOIIINX

IlepBbIMU HayYHBIMU MCCICIOBAaHUSIMU, IOKa-
3aBIIMMU CYLIECTBOBAaHUE F€HETUYECKOTO MeXaHU3-
Ma LUMPKATHBIX PUTMOB, CTall pabOTbl aMepUKaH-
CKMX YYEHBIX, NpoBeaeHHble B 60—70-x rr. XX B. [3].
o HacTosIero BpeMeHU UHTepeC K U3yYeHUIO JaH-
HOT'O BOIIPOCA HE yracaer, a Hao00poT — BO3pacTaeT
C KaXObIM TOIOM, CBMIETCIBCTBOM 4YErO SIBJISICTCS
OrPOMHOE KOJIMYECTBO HCcenoBaHuil. HakoruieH-
Hble K HACTOSIIIEMY BpEMEHU HOAHHbIE CBUACTEIb-
CTBYIOT O TOM, YTO OOHUM M3 LUPKATHBIX T€HOB,
VIIPABJISIONIMX 3HAYUTEIbHBIM PSIIOM MeTaboIuue-
CKUX U (PU3NOJOTrMIeCKUX (DYHKIIMI B OpraHu3Me, B
TOM YMCJIC IIMKJIOM “COH—OOIpPCTBOBaHUE” , SIBJISIET-
cs1 reH Clock (Circadian locomoter output cycles protein
kaput), BriepBble MOeHTU(MUIUPOBAaHHEIM B 1997 1.
J. Takahashi. YyacTtue 3T0oro reHa B peryJisiiiuy LIUp-
KaJHbIX PUTMOB MJICKOITUTAIOIIMX OTMEYEHO B TEeT-
JISIX OOPaTHOM CBI3Y TPAHCKPUITLINU—TPAHCISIIUN U
MPOUCXOIUT IMOCPEACTBOM AUMEPU3ALINU €T0 OEIKO-

Boro mnpoaykra ¢ 6e1koMm BMALI1 (Brain muscle arnt-
like) B x1eTouHoM siape [4].

B Hacrosiiee BpeMsl y MJICKOITUTAIOIINX BEISIBIIC-
Hbl TpU NETJIM OOpaTHON CBSI3M TPAHCKPUIILIN—
TpaHcasiuuu. B nepBoii netie 6eKOBbIi reTepoauMep
CLOCK:BMALI akTtuBMpyeT TpaHCKPUIILIMIO T€HOB
Cryptochrome (Cryl, Cry2) u Period (Perl, Per2, Per3)
yepes CBsI3bIBaHUE C MocjenoBaTeIbHOCThIO E-box
reHOB-MUIIIeHel. Pe3ynbraToM 3TOro SIBJISIETCSI I10-
CTeTieHHas aKKyMyJISIIus B uTorurazMe 6eikoB CRY
n PER, 1 npu AOCTMKEHUM KPUTUUYECKOIO YPOBHSI
MOCJIEAHETO K KOHIIY JTHSI ITIPOUCXOIUT €T0 TUMEpU3a-
ous ¢ obpasopanneM rerepoanMepoB PER:PER nim
PER:CRY. ®ochopunupoBanue 6enka PER mpowuc-
xomut ¢ momomibio KuHaszel CK1 (Casein kinase 1
family of kinases) ¢ mociemyiomiuM 0Opa3oBaHUEM
komiuiekca CRY:PER:CK1 ¢ MakcuMaIbHBIM YPOBHEM
B HOYHOE BpeMsl, IIpedOTBpAIAIOIIEro NajIbHElIIee
dochoprmpoBaHre 1 Ierpagalivio B IINTOIIIa3Me OeJI-
ka PER. B manHoM komruiekce ochopuimpoBaHue
o6enkoB PER u CRY ocyliecTisieTcst ApyruMu KMuHa-
3aMHM, MO3BOJISAS KOMIUIEKCY TPaHCIOLMPOBATHCS B
SIIPO U MHTUOMPOBATh (PPEKT IMO3UTUBHBIX TpPaH-
CKPUITLIMOHHBIX (haKTOPOB.

Vyactue rereponumepa CLOCK:BMALI Bo BTO-
pOIi meTiie 3aKIIoYaeTcd B ero CBsI3biBaHUU ¢ E-box
IPOMOTOPOB TeHOB Roro 1 Rev-erb0., MPOIYKTHI KO-
TOPBIX HE3AaBUCUMO TPAHCJOLIMPYIOTCS B SIAPO C IMO-
clieayoleil KOHKYpeHILIei 3a CBI3bIBAaHUE C MOCTIe-
noBatenbHOCTEIO RORE B mpomoTopHOIT obiacTtu
Bmall. Pe3ynabraTtom CBSI3BIBaHMSI C JAHHOI mocJe-
JoBaTelbHOCTEIO RORA, MakcuMallbHbIE YPOBHU
KOTOPOTO OTMEYaIOTCS Ha paccBeTe, SIBIISIETCST aKTH-
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Bamusa reHa Bmall; npun cBsa3beiBanuu REV-ERBa,
MUKW KOTOPOTO BBISIBJICHBI B CyMepKax, ¢ MOCJeI0-
BaTeibHOCTEI0O RORE mpomcxomutr mopasieHue
TPaHCKPUTIINU TeHa.

B Tpetbeii meTiie 6enKoBEIC TPOAYKTHI reHoB Dec /
(Differentiated embryonic chondrocyte) n Dec2 nHrnon-
pytot TpaHckpuriuio rereponumepa CLOCK:BMALLI,
ycuiauBasi WHTUOUpYIOLee IeUCTBUE KOMILJIeKca
CRY:PER:CK1 [35].

BoMbIIMHCTBO KIJIETOK B OpraHuW3Me OOJagaroT
MOJICKYJISIPHBIMA YacaMW U CUHXPOHU3UPYIOTCS C
TOMOIUBIO IJITABHOTO BOAUTEJISI pUTMA, PACTIONOXKEH-
HOTO B Cypaxra3MaTUYECKUX SApaxX TUTIOTaTamMyca.
B Hacrosiiiee BpeMsi MccieAOBaHUS TEHETUYECKUX
MEXAaHU3MOB LIMPKAIHBIX PUTMOB MPOIOJIXKAIOTCSI B
CBSI3U C HESICHOU MPUPOIOM LIMPKATHOM PETYIISLIAA
T€HOB, HE MMEIIIMX TocaenoBarenbHocT E-box, a
TaKKe B CBSI3U C OIPENECJIEHUEM POJIU TOTIOJITHUTEIb-
HBIX YaCOBBIX KOMIIOHEHTOB [6].

INOJIMMOP®HBIE BAPMAHTBI TEHA CLOCK
1 OUKJT “COH-BOAPCTBOBAHUE”

K HacTosiiemMy BpeMeHU accolMaliui TOJIU-
MopdHBIX BapuaHTOB reHa Clock m mukiaa “coH—
OoIpcTBOBaHME” PAaCCMOTPEHBI IT0 OOJIBIIEN YAaCTH
MPU U3y4EeHUU OJHOHYKJICOTUIHOM 3aMEHBI B ero 3'-
HeTpaHcmpyemoii obimactu (31117/C, rs1801260). B
Hay4HbIX WCCIEIOBAaHUSX IO B3aUMOCBSI3U MOJU-
mopdusma 3111T/C rena Clock c XxpOHOTUIIOM MOKa-
3aHa 0OoJIbIIIAsI pacIpPOCTpaHeHHOCTh ajutenst 3111Cu
accouuanus reHoturia 3111C/C'y 3m0pOBBIX JTIOACH C
BeYepHell aKTUBHOCTBIO B SITOHCKOM monyJisiuuu [7]
U y TIpeICTaBUTENIEN ceBepoaMepUKaHCKOUN MOITysi-
nuu [8, 9]. OgHako ucciaenoBaHMEM Ha OPUTAHCKOM
MOIYJISILAY 3TU JaHHbIE HEe MOATBepXaeHsI [10, 11].
bonee Toro, He OOGHapyXeHO JaHHOI acCOLUMALIMU U
C CMHIPOMOM OTCTaloIIeH a3pl cHa B Opa3smIIbCKOM
nmonyyssuuu [12], a Takke BBISIBJIeHa OoJjiee HU3Kas
yacrora auienss 31/1C mpu JaHHOM CHUHIPOME B
STTOHCKOM TToITy siimu [ 13].

Pesynbrarhl MpoBeneHHOTO UCCAEA0BaHUS B UTa-
JIbSTHCKOH MOMyJsIIUY NMoKa3alu (akT accoluanuu
annenst 3111C ¢ ”THCOMHMEN TOJIBKO Yy TTALIMEHTOB C
OUITONSIPHBIMU paccTpoliictBamu [14, 15], xotsa mc-
cJIeOBaHMSIMU B ceBepoaMepuKaHcKkoi [16, 17], py-
MbIHCKOH [18], aBcTpuiickoii [19], cmemmaHHON eB-
porteiickoii [20], rpeueckoii [21] u xopeiickoii [22]
MOMyJsAUSAX HEe OOHApyXeHO accolldalluyd MOoJu-
mopdusma 3111T/C rena Clock ¢ KOTHUTUBHBIMU
paccTpoiictBaMu. Pe3ynbraThl nicciaemoBaHus N. An-
typa c coaBrt. [21] mokazanu, yro reHotuI 31/1C/C B
KOMOWHAIIUU CO CTPECCOM yBEJIMUYMBAET YSI3BUMOCTD
K HapyllIeHUIO CYyTOYHOTo pUuTMa y >keHIuH. [TpoBe-
JIEHHOE B aMEpUKaHCKON MOMyJsiiUuU C ydacTUEM
KEHIIIMH MEHOMay3aJbHOrO BO3pacTa UCCJIeIOBaHNE
MO MOUCKY acColMalliu TeHOTUIIOB U ajljiesieli naH-
HOro nojuMmopdursmMa ¢ UHCOMHUEN ToKa3aao, 4To

CEMEHOBA u np.

HOCUTEJIBCTBO XOTd Obl oxHOro u3 ayuieneir 3111C
CHMXKAeT IIaHChl UHCOMHUM B CPaBHEHUU C HOCUTeE-
JISIMH, TOMO3UTOTHBIMU 110 31 1 1 T-aieno, mpu 3TOM
HE BBISIBJIEHO aCCOLMANH IToIUMopdr3Ma ¢ paHHU-
MU TIpooyxkaeHUsAMU. ClaeayeT OTMETUTD, UTO TPYI-
MBI XKEHIIWH B JaHHOM MCCJICAOBAaHUM HE ObLIM pa3-
JIeJICHBI 10 ATHUYECKOI MPUHAMICKHOCTA 1 BKIIIO-
yaju Kak Oesibix amepukanies (6osee 80%), Tak u
yepHbIx [23]. JlaHHasi HayyHas1 TIpobJieMa ¢ yuyeToM
STHUYECKOI MPpUHAIIEXKHOCTH ObLJIa paCCMOTPEHA B
MOITYJISILIASIX €BPONEOUI0B U MOHTOJIONI0B BocTou-
Hoii Cubupu. 1o pe3ynbraraM UCcieTOBaHUS OKa3a-
JIOCh, YTO TOJIBKO Y IIPEACTAaBUTEIILHULL €BPOIICOMI -
HOW pachl MHCOMHUS aCCOLIMUPOBAHA C TEHOTUIIOM
3111T/T n annenem 3111T. Pacuetr mokasaresisi OT-
HOCHUTEIBHOIO pUcKa pa3BUTHUSI MHCOMHUM Yy HOCH-
teneit amnenss 3111T rena Clock mo3Bonun onpene-
JINTh €r0 KaK MPOTHOCTUYECKUI B (hOPMUPOBAHUU
COMHOJIOTMYECKOM IAaTOJOTUM Y IIPEACTaBUTEILHUIL
eBporieonaHoi pacel [24]. HapaBHe ¢ 3TUM He ObLIO
BBISIBJIEHO B3aMMOCBSI3U MEXy TeHOTUIIAMHU U ajijie-
JIIMA ¥ OTOEJBHBIMU XKaJI00aM1, TAKUMU KaK TPYI-
HOCTH 3acChIlaHUsI, YacTble HOYHbIE MPOOYXKIACHUSI,
TPYIHOCTU paHHUX YTPEHHUX MPpOOyKaeHuit [25].

B uccnenoBaHuu Ha 00J1b1110i1 BHIOOPKE ahpoame-
PUKaHIIEB ObLIM MPOaHATU3UPOBAHBI CBSI3U MEXIY
MPONODKUTENIBHOCTBIO M KaueCTBOM CHa Ha 12 monu-
MopGHBIX Mapkepax TeHa Clock: rs6820119, rs3792603,
rs11932595, rs17085763, rs17085780, rs2070062,
1s7684048, 157657206, 1511726609, rs6853192, rs6820823,
rs17721497. OnHUM U3 OCHOBHBIX Pe3yJbTAaTOB ObLIa
3HaYMTeJIbHAsl CBSI3b MEXIy 0oJiee KOPOTKOW MpOao-
JKUTEJTbHOCThIO cHa U T-ayuteneM rs2070062 v HOMU-
HAaJIBHO 3HauMMasi CBSI3b ¢ T-amtenem rs6853192 [26].

B mccienoBaHuM Ha OBYX HE3aBUCUMBIX €BpPO-
neiicKkux nmonyiasuusax u3 Dctonun u FOxuaoro Tu-
pojsi OblIa MPOAEeMOHCTPUMPOBaHA HOMMHaJbHas
cBsI3b 1512649507 u 1511932595 ¢ MpOIOIKUTETBHO-
creio cHa [27]. IloBropeHue 3TUX pe3yJbTATOB B
OOJIBIIION BBIOOPKE EBPOIEMCKUX YYACTHUKOB HE
MMOATBEPAMIIO ACCOLMALINIA MEXKTY aHATU3UPYEMBIMU
BapuanTtamMu reHa Clock W TIPOmOIKUTEIBHOCTHIO
CHa, B TOM YHMCJIE U I10 pe3yJibTaTaM IOJUCOMHOTpa-
¢duueckoro ucciaenoBaHus [28], 4To CBUIAETEILCTBY-
€T 0 HEOOXOAMMOCTH IIPOBEIECHUS TOITOJIHUTEIHbHBIX
KCCJIENOBAaHUI 10 M3YYEHUIO JAaHHOTO BOIIPOCa.

IOHKI “COH-BOJPCTBOBAHUE”
1 MEJTATOHUH

OIHUM U3 KIIOYEBBIX 3JIEMEHTOB IUPKATHOTO
MeXaHM3Ma SIBJIIETCSI TOPMOH MEJIATOHUH, PUTM CEeKpe-
LI KOTOPOT'O HOCUT YETKO BBIPAKEHHBIN LIMPKATHbBIN
XapakTep C ITOBBILIEHUEM YpOBHSI B BeyepHee BpeMs,
MaKCHUMyMOM B Ce€pelIrMHE HOYM U IPOrPeCCUBHBIM
yMeHblIIeHeM K yTpy [29]. bnarogapst pe3ynbraram
OTrPOMHOI'0 MacCHMBa IIPOBEIEHHBLIX HAay4HBLIX padoT
II0 BEHISIBJICHUIO B3aMOCBSI3eil LIMKIIa “cOH—OO0Ip-
CTBOBaHME” M YpOBHSI MeJAaTOHMHA CYIIIeCTBOBaHUE
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TaHHBIX acCOIMAIINK He BBI3bIBaeT coMHeHmMt [30].
Yepes ABa yaca Mocjie Hayajla CHHTe3a 9HAOTeHHOI'O
MEJIaTOHMHA IIOSIBJISICTCSI BEYEPHSISI COHJIMBOCTH U
HactymnaeT coH [31]. Ilpenmonaraercst, 9To MeaaTo-
HUH HE CTOJIBKO OKa3bIBaeT IPSIMOE BO3ACUCTBUE Ha
COMHOTIEHHBIE CTPYKTYPbI, CKOJIBKO CIIOCOOCTBYET
OTKPBITUIO TaK Ha3bIBAEMBIX “BOpPOT CHA”, co3maeT
“IIpenpacIrioyio(KkeHHOCTh KO CHY”, TOPMO3UT MeXa-
HU3MEI 0oapcTBoBaHus. I1py HOCTIKEHUM KOHIICH-
Tpaly MeJIaTOHWHA B KPOBH, COOTBETCTBYIOIIEH Mpu-
MEPHO MOJOBMHE MAKCUMATLHOTO “HOYHOIO” YPOBHSI,
MIPOVCXOOUT PE3KMiA IogbeM “IaBJICHMSI CHA”, 4TO
CIOCOOCTBYET MEPEXOIy COCTOSTHUSI OOIPCTBOBAHUS
Ko cHy [32]. HeiictBue psima ¢paKTOpOB, TAKMX KakK
MoJHasl CJIENOoTa, yaaJjeHue Wih (pyHKIIMOHAIBLHOE
pa3pylieHue >nrdu3sa, U3MEeHEHNE CBETOBOTO PEXKU-
Ma TIpU CMEHHOI paboTe WJIM TpaHCMEpPUIUAHHBIX
rnepelieTax, IPUBOOUT K AECUHXPOHU3ALUU MEXIY
MepruoOIOM CHA M ceKpenneit MeiraTonnHa [33].

B cynpaxmazmaTtryeckux sigpax rurorajamyca, B
TUMIIOKaMIIe, MO3XeUKe, Kope OOIbILINX MoJylapuii
U apyrux TKaHsx Haxomstcss MT1 u MT2 peuenrto-
PBI, Ha KOTOPHI€ BO3IEMCTBYET MEJIAaTOHMH. DTO aK-
TUBUPYET pa3iuuHbIe CUTHAJIbHBIE CUCTEMBbI KJIETKU
W NPUBOAUT K CHMHTE3y BTOPMYHBIX ITOCPEIHUKOB:
OUKJIIMYECKOro ameHo3nHMoHodocdara m m3MeHe-
HUIO KOHIIEHTpAIu1 MOHOB Kayiblius. [1pu cBsI3bIBa-
HUY MEJNAaTOHMHA C IUTO30JbHBIM KaJIbMOIYJINHOM
BO3MOXHO BJIMSIHME TOPMOHA Ha KaJbIIEBbIE CUTHA-
JIbI TIOCPEICTBOM B3aMMOJECHCTBUSI C TAKUMU SH3U-
MaMH, KaK afeHuIaTuuKIIaza u poconuacrepasa, u
CTPYKTYPHBIMM OelKaMH IIMTOocKeseTa [34]. Dkcrie-
PUMEHTaMM Ha MbIIIaX ObLJIO MOKAa3aHO yBEJIUYEHUE
MIPOOOKUTEILHOCTY MEIJIEHHOIO CHa IIpU HOKay-
TUpoBaHUM peuienitopa MT1 1, Ha0OOPOT, ee COKpa-
IIeHWEe TP HOKAyTUpPOBaHUU perientopa MT2, uto
CBUCTEJILCTBYET O pa3HOHANPABICHHBIX POJISIX pe-
LEeTnTOPOB B poiiecce cHa [35]. B sapax runmoranamy-
ca, B ceTyarke Ijla3a U OPYIMX TKaHSIX OOHapy>KeHbI
simepHble perienitopel RZR/RORa 1 RZR/RORJ,
OTHOCSIIIMECS K MOAKIIACCY CeMeMcTBa Op(aHOBBIX
SIIEPHBIX PETUHOWIHBIX PELEeNTOPOB C MEHBIIUM
CPOICTBOM K MeJlaToHMHY. KpoMme Toro, perentopbl
MEJIaTOHMHA OOHAPYXXEHBI B 3KeJIyT0YHO-KUIIIEYHOM
TpakTe, OJHAKO UX GYHKIIMS 10 CHX ITOp He sicHa [36].
IIpennonaraercsi, YTO pPeLIENTOPEI, PACIIOIOXEHHbBIE B
cynpaxyva3MaTM4eCKuX Sapax TuroTajiamyca, ITpUHM-
MaroT yJacTUe B PeryJIsiLiuM LIUPKATHOTO pUTMa, B TOM
YKcJie BO3MOXHO BIIMSIHUE Ha 9KCIIPECCUIO YaCOBBIX
T€HOB B MO3Xeuke. Pe3ynbTaThl HEJaBHEro UCCIIeI0-
BaHMSI Ha IpuUMaTax Mo oleHKe 3kcrpeccun MTI,
MT?2 penenrtopos, a Takxke PER1, PER2 u kanbmii-
CBSI3BIBAIOIIMX OEJIKOB B MO3XKEUKE II0Ka3aiud HeE
TonbKo Jokanuzauuio PER1, PER2 umMmmyHopeak-
TUBHBIX KJIETOK B KJeTKax [lypkuHbe Mo3keuka, a
peuenrropoB MT1 u MT?2 — B kireTkax beprmana, Ho
U BbICOKYIO aKcTipeccuio PER u peuenntopoB mena-
TOHMHA B JHEeBHOe BpeMs. BMecTe ¢ TeM ObUIH 00-
Hapy>XeHbl THEBHBIE/HOYHBIE MOPGOIOrNIECKUE
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U3MEHEHUS KaJbpeTUHWHA U KaJbOMHAWHA, 00Jia-
Jnaux GyHKIMER BbICBOOOXIEHUS HEUpoTpaHC-
MUTTEPOB, U UBMEHEHME UX MJIOTHOCTU B KOPE MO3-
Xkeuka [37].

Pesynbrarhl MOpoOBeNeHHBIX WCCAEOOBAaHUM 1O
CPaBHUTEJILHOI OIlIeHKE PUTMOB MeJaTOHUHA Y
MpeacTaBuTelieil pa3HbIX XpPOHOTUIIOB MOKAa3aJiu OT-
CYTCTBME 3HAUMMBbIX pa3JINuMii MeX Iy rpyIinamMu Jito-
JIE C BEYEPHEN U YTPEHHEN aKTUBHOCTHIO B IIEPUO]L
ot1 0.00 9 o 7.00 4 [38] 1 moBkIIeHUE B 9.00 4 ypOBHST
CBIBOPOTOYHOTO TOPMOHA B 2 pa3a y npeacTaBuTesieit
C BeUepHeil aKTMBHOCTBbIO, Ha OCHOBAaHUU YETo
YTPEHHUII MeJaTOHWH NpeaIoXeHO paccMaTpuBaTh
KakK OMOJIOTMUYECKUI MapKep JJis OlpenesieHUs Xpo-
HoTura [39]. Pe3ynbTaThl uCCaeqOBaHUS C yYacTUEM
nmereii B Bospacre 30—36 Mec., y KOTOPBIX TPOBOIUIN
U3MEPEHUE YPOBHS MeJIATOHMHA B CJIIOHE KaXKAbIi yac
B niepuon ¢ 18.00 mo 21.00 4, mpoaeMOHCTPUPOBAIU
0oJiee paHHee HayaJlo MoAbeMa YPOBHS TOPMOHA Y Jie-
Teli ¢ yTpeHHeN akTUBHOCTBIO [40]. AHAJIOTMYHEBIE pe-
3yJIbTaThl ObUIM MOJy4eHBbI B UCCACIOBAHUU HA MYX-
ypHax 18—45 mer [41]. MccnemoBaHue B3anMMOCBSI3U
XPOHOTHIIA U YPOBHSI MEJIATOHWHA y MPeMeHOoNnay3asb-
HBIX >KEHIIIMH M0Ka3aJIo 60Jiee BHICOKUE €r0 3HAUCHUSI B
CYTOUHOM MOY€ Y MPeNCcTaBUTEIbHULL XPOHOTHUIIA “XKa-
BOPOHKM”’ IO OTHOIIICHMIO K Tpymiie “coB” [42].

LupkagHble pUTMBI MEJJATOHWHA OBLUIM MU3YYCHBI
MPpU TaKUX HapYLICHUSX LIMKJIa “COH—OOApCTBOBaA-
HHUe” KaK CUHIPOM OTCPOUYEHHOIO HACTYIUICHUS (ha3bl
CHa 1 ”THCOMHWYeCKHe paccTpoiicTsa. [1pu cunmpome
OTCPOYEHHOIO HACTYIUIeHUsI (a3bl CHa TMOKa3aHO
CMeIlleHUe TMMKa CeKpelr TOpMOHa Ha 3—5 4 mo
cpaBHeHMIO ¢ KOHTposeM [43]. bonee Toro, pe3yib-
TaThl 80-4acOBOTO AKCIIEpUMEHTA ITOKa3aJIu YA IUHE-
HUE IUPKATHBIX PUTMOB MEJATOHWHA MPU JTaHHOM
HapymeHuu [44].

MHcoMHUUYecKue paccTpoiicTBa COMPOBOXKAAIOTCS
HE TOJIbKO 0oJiee HU3KMMM YPOBHSIMM MeJIaTOHMHA
[45—48], HO 1 cMelIeHNeM TTMKa CEKPELIMY TOPMOHa,
YTO OBLJIO MPOIEMOHCTPUPOBAHO B UCCIENOBAHUSIX C
ydyacTUEM KEHIIWH KIMMaKTEpUUEeCKOro Iepuoaa
pa3HOII 3THUYECKOM IpuHaajiexHocTu [45, 47]. T1o-
Ka3aHo, YTO CMEIIEHUE MHUKa CEKPellur MeJIaTOHWHA
Ha YTpEHHUE Yachl MPOUCXOAUT Y XKEHIIIUH €BPOTIeO-
WUIIHOM pachl Kak B MepuMeHomnay3e, Tak U B TIOCTMe-
Homay3aJabHOM niepuoge [45]. 3agepxka MruKa cekpe-
LIMM TOPMOHA 10 YTPEHHErOo BpPEMEHM MOXKET ObITh
CBsI3aHA C HaJWYMEM MEHOIay3aJbHOI AEeNpeccuu,
SIBIISTIONIEMCS TIPUYMHOM 00JIee TJITMTEIbHOM ITPOIOJI-
KUTEJBHOCTU CHAa B KayeCTBE KOMIIEHCALIMU MHCO-
MHun [48]. B TO ke BpeMsi mOCTMeHOIIay3aIbHEIC
JKEHIIMHbI 6€3 NTHCOMHUYECKUX PACCTPOMCTB TaKXKe
MMeJIM MUK MeJaTOHMHA paHo yTpoM [46]. AHaio-
TUYHbIE pe3yJibTaTbl ObLJIU TOJIyYeHbl B MCCJIeIOBa-
HUM N0 B3aUMOCBS3M LIMPKAAHBIX PUTMOB MEJATO-
HUHA C NPOJO/DKUTEIbHOCTBIO CHA Y JTI0IEH KaK MO-
JIOJOro, TakK M MOXMWJIOTO BO3pacTa C OTCYTCTBUEM
KaJio6 Ha HapyHmieHus cHa. beIjTo 1moka3zaHo, 4To 3a-
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ChIMAHUE Y MOXWIBIX YIACTHUKOB UCCIIEAOBAaHUS Ha-
CTyIIaJIO paHbllIe, YeM y HUX ObUT 3aperucTpupoBaH
MUK IJIa3MEHHOTO MEJAaTOHMHA, a IIPOOYKIeHUE
MMPOMCXOAMIIO BO BpeMs 0oJjiee BBICOKMX YpPOBHeit
ropMmoHa [49].

K HacTosimiemy BpeMeHM Ha pa3HbIX KOropTax
0OJIBHBIX IPOBEAECHO JOCTATOYHOE KOJIMYSCTBO KTV~
HUYECKUX UCIBITAHUN M0 3(POEKTUBHOCTU MpUMe-
HEHUSI 9K30TCHHOI0 MeJIaTOHWHA B JICUEHUU WHCO-
MHUM, pe3yJIbTaThl KOTOPBIX SIBJISTFOTCSI IOATBEPKIC-
HUEM HECOMHEHHOTO BIIMSIHUS TOPMOHA Ha ILIWKII
“coHn—0OoapcTBoBanue” [50—52].

HOUPKAIHBIE PUTMBbI
MEJATOHUHA U TEH CLOCK

M3BecTHO, 4YTO CUHTE3 MEJTaTOHMHA KOHTPOJIUPY-
ercsl (bepMeHTOM apuiajkmiaMyH-N-aleTIITPaHC-
depazoit (AANAT), TpaHCKPUIILIKS KOTOPOTO aKTUBM-
pyetcs retepoaumMepom CLOCK:BMALI yepe3 cBsI3bI-
BaHue ¢ E-box B mpoMoTopHOI1 o0actu reHa Aanat [53].
PesynsTaThl HemaBHUX MCCIICTOBAHUM in Vivo TIpEIIio-
Joxuiu Kputudeckyiro posib Kak CLOCK, Tak u
BMALI B mHAyuIMpOBaHHOW MOHOXPOMATUYECKUM
3€JICHbIM CBETOM PUTMUYECKON CEKpPELMU MeJIaTo-
HUHa [54, 55]. JpyrumMu 3KcnepuMeHTaIbHBIMU pa-
00TaMM MOKAa3aHO, YTO HOKIAyH U CBEPX3KCIIPECCHUSI
Clock He BIUMSIOT HAa IUPKagHbIE PUTMBI U YPOBHU
cekpeuuu ropmoHa [56]. IIpu stom AANAT Takxke
MOAICPKMBAET OYSBUIHBIA LIMPKATHBIA PUTM, HO
ero aMIUIUTyIa MEHSETCs B pe3yJibTaTe HOKaayHa U’
n3onsITouHoi 3kcnpeccun Clock [57].

HenaBHee uccnenoBaHue 1Mo BOIpocy (DYHKIIMO-
HaJgbHOU poiu nommumopdusma 3111T/C rena Clock
nokasano, uto 3711C-annenb IpUBOIUT K 00Jiee BBI-
cokuM ypoBHsiM MPHK Clock 1 BbICOKOI 3KCITpeccru
Per2, spnsroneiicsl TpaHCKPUITIMOHHON MUIIIEHBIO
CLOCK, 1o cpaBHeHwmto ¢ amnenem 31117, Tlpeamno-
JlaraeTcsi, 4To 3TU UBMEHEHMUSI MOTYT OBbITh O0YCJIOBJIE-
HBI PSIIOM Pa3IMIHBIX MEXaHU3MOB, BKJIIOYas CalThI
cBsa3biBaHusg MUKpoPHK-182 B 3'-HeTpaHcaupyeMoit
obsactu reHa Clock [58]. JlaHHBIEe pe3y/IbTaThl SIBJISIIOT-
CsI CBUIETEJIECTBOM BO3MOXKHOTO BIVISIHUS TAHHOTO IT0-
JmMophr3Ma Ha IUPKATHBIE PUTMBI MEJIATOHUHA, YTO
ObUTIO M3YyYeHO B XOIe MPOBEACHUSI MCCIICAOBAHUM B
®OI'BHY “HII npobieM 300pOBbSI CEMbU U PEIIPOAYK-
MM 9eJI0BeKa” Ha BBIOOPKE XKEHIIIMH KINMaKTepuJde-
CKOTO TI€prModa €BPOIEOUMIHOM U MOHTOJIOUAHOM
pac. I[IpoBegeHHOE MCCIeI0BaHUE He IT0Ka3aJI0 acCo-
ALY ITMPKAaTHBIX PUTMOB MeJIATOHUHA 1 U3yYEH-
HOTO TMoJIMMOopduU3Ma y KeHILIMH MOHTOJIOUIHOM pa-
ChbI, YTO ITO3BOJIMJIO CIeNaTh BBEIBOA 00 OTCYTCTBUU
BmusiHus 3111T/C rena Clock Ha dhopMupoBaHue y
HUX HapyllleHui cHa. B rpyrine XXeHIH-eBpOoIieon-
noB 3111T/T-reHoTull OBLJI aCCOLIMMPOBAH CO CME-
IIEHWEM IIMKa CeKpelur MeJIaTOHWMHA Ha paHHUE
yTpeHHHMe Yachl. McciaeqoBaHue ObUIO TPOBEACHO Ha
tepputopun Bocrounoit Cubupu (Mpkyrckass o6-
nactb, Ilpubaiikanbe), M TOJNYYEHHBIC PE3yJILTATHI

CEMEHOBA u np.

TPaKTOBAJIMCh C YIETOM IIPUHAMIEKHOCTH MOHTOJIO-
WUIOB K KODEHHOMY HACeJICHUIO, a €BPOIIEOUIOB — K
npuiuiomy. MccnenoBaresiMyu BbIIBUHYTA TUIIOTE3a
0 IIpolieccax Au3amanTalii eBpOIeOUI0B BO BpeMsI
CMEHBI YaCOBBIX IIOSICOB MPU M3MEHEHUU TEPPUTO-
pUM TIPOXUBAHUS, NPOSBISIONINXCS COXpaHEHUEM
LUPKATHBIX PUTMOB, XapaKTEePHBIX IS IIPOXUBAHUS
B 3alagHOM 4YacTH, YTO pacCMaTpPUBAECTCS KaK CMe-
IIeHWe PUTMOB MEJIATOHMHA B YCJIOBMSIX HACTOSIIIETO
MPOXWBaHUsI. YUUTHIBas aBa TUIA 3 (HEKTOB BO3IECA-
CTBUSI OKPYKAIOIIEl Cpelbl Ha CTPYKTYpPY U (OYHKLIU
TeHOTUIOB [59] OBUIO BBICKA3aHO IIPEATIONOXECHUE O
pa3BUTUU (PUNOJIOTUYECKOTO IECUHXPOHO3a C TOCTU-
>)KEHUEM KaueCTBEHHOI amanTaluu ¢ HOPMalIbHBIMU
3HAYEHMSIMHA MEe30POB PUTMA Y €BPOIICOMIOB — HOCUTE-
neit 3111T-amnenst, y KOTOPBIX MPU3HAKA HapyIICHUS
LKA “COH—O0oapCcTBOBaHMEe” OTCYTCTBYIOT [60]. B
JTaHHOM CJIy4ae BO3MOXHA peain3anus IIepBoro 3g-
¢exTa, MpOSBIISIONIETOCS HAa YPOBHE MHIMBUIA B BU-
Jie TIaTOJIOTMYECKUX peaKklnii, a Ha TMTOMYJISIHIMOHHOM
YpPOBHE B BUJe aganTauuu [59].

HapaBHe ¢ 3TuM 60JbIlIast 4acToTa BCTped4aeMoO-
CTH MIHOPHOTO aJUIEIsI Y €BPOIIEOUIOB Oe3 Hapyllle-
HUS LIMKIA “COH—OOMpPCTBOBAaHME” M OTCYTCTBHE
pa3IMuuii o pUTMaM MeJIaTOHWHA IIPU HOCHUTEJIb-
CTBE JAaHHOTO aJUlejsl IO3BOJWINA BBIIBUHYTH IIpEI-
MOJOXKEeHNE O IIOSIBJICHUM 3allUTHOM (YHKIUU Y
3111C-annenss B Xone 3BOJIOLIMOHHOIO IpoIllecca,
YYUTBIBasE UICTOPUYECKME JaHHbIE O 3aCEJICHUU TeP-
putopun BocTtounoit Cubupu npeacTaBUTEISIMU €B-
porneonmaHoM pacel [60]. B 3ToM ciiydae MOXKHO Mpe-
MOJOXUTh U3MEHEHUsI Ha TeHEeTUUYECKOM YpPOBHE B
Ipoliecce aganTalu K CMEHE YaCOBBIX ITOSICOB, T.€.
peanu3alnuio BTOporo Tuma 3G @EKTOB BO3ACHCTBUSI
(daKTOPOB OKpYKAIOWIEH cpeabl HAa CTPYKTYPY M (PYHK-
LIMI0 TeHOTHUITOB [61]. OmHako cpenyu HocUTeNneil MuU-
HOPHOTO aJlJIe/Isl C MPearoiaracMoi 3alllUTHOI POJIBIO
OT pa3BUTHSI HApyIIeHWIT IUKIa “COH—OOApPCTBOBA-
HYEe” BCTPEYaIOTCs XKeHIIMHBI C HAPYIIIEHUSIMU CHA, YTO
MOXET OBbITh PAaCCMOTPEHO KaK JIu3agallTallMOHHBINA
Mpouecc IIpA HACTYIUICHMHA KPUTUYECKOIO IIeproa
XKM3HM, a UMEHHO KJIIMMAaKTepUs, U He CBI3aHHOIO C
LMPKaTHBIMU pUTMaMM MejaToHuHa (puc. 1). JlaH-
Hasl TMIIOTe3a IPeACTaBIIsIeT 3HAYMMbBI MHTEPEC, OJI-
HAKO IS €€ OATBEPKICHMSI HEOOXOAMO TIpOBEIe-
HUE IOIIOJTHUTEIbHBIX KPYITHOMACIITAOHBIX HCCIIe-
JOBaHUWM B APYTUX MOITYJISLIMSIX MUpPA.

AHELHI/I3 JIMTEPATYPHBIX JaHHBIX, MTPCACTaBJICHHbBIX
B JaHHOM 0030pe, CBUIETEIILCTBYET 00 aKTyaJlbHOCTU
JaTbHEHIIIET0 U3YYEHUSI MOJIEKYJISIPHBIX MEXaHM3MOB
LIMPKAIHBIX PUTMOB B CBSI3U C UMEIOIIIMMUCS TTpobeia-
MM B BOITpOCaxX UX FTeHeTUYeCKOoi perysiinyn. HapaBHe ¢
STUM OOJIbIIIAS YACTh PAOOT IO U3YYEHUIO ACCOLMALIIN
XPOHOOMOJIOTMYECKX PUTMOB MEIAaTOHMHA W TeHa
Clock — 310 3KCNIepMMEHTHI Ha KUBOTHBIX C HEOTHO-
3HAYHBIMU pe3yabTaTaMU 1 HATUYNE € TUHUYHBIX VIC-
cJIeIOBaHUI TT0 JAHHOMY BOIIPOCY Ha uelloBeke. [lo-
MMOJTHUTEIbHBIE MCCIENOBAHUSI B IaHHOM 0O6JacTu
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Puc. 1. T'unoteTnyeckas cxema o poju noiumopdHoro mapkepa 31/117/C rena Clock B hopMupoBaHUN HapylLIEHU CHA Y

XKEHIIIMH-eBPOIIEOUIOB B KJIMMaKTepruuecKoM nepuoze [59].

OTKPBLIBAIOT HOBBIE TOPU3OHTHI B M3YUYEHUM IIMKIIA
“COH—00JpCTBOBAHME” M €ro HapyIIEHUIA.

Hacrosas craTbs He COOCPKUT KaKuX-JI100 uc-

CJIEIOBAHMIA C MCITOJIb30BAaHUEM B KaueCTBE OOBEKTa
2KMBOTHBbIX.

Hacrosias craTbs He COOCPKUT KaKMX-JI100 KC-

CJICTOBAHUI C yJacTHeM B Ka4eCTBE OOBEKTA JTIOACH.

ABTOpBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-

TEPECOB.
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Clock Gene, Melatonin and the Sleep—Wake Cycle
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The review examines the role of the Clock gene and melatonin as participants in human circadian rhythms.
The results of studies on the association of the Clock gene polymorphisms and the sleep-wake cycle, as well
as circadian rhythms of melatonin secretion in different chronotypes and insomnia are presented. A hypoth-
esis about the role of the Clock 3111T/C gene polymorphism in the formation of insomnia in Caucasian
women living in Eastern Siberia is considered.
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IT'EHETUYECKHUE HAPYIIEHUA AKTUBHOCTHA PRC2 ITP OHKOJIOT'NNA:
ITPOBJIEMbI 1 ITEPCIIEKTUBbI
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PRC2 (Polycomb repressive complex 2) siBasieTCs KOHCEpBAaTUBHBIM OEJIKOBBIM KOMIUIEKCOM Y MHOTOKJIE-
TOUYHBIX OPraHM3MOB, HEOOXOIUMBIM IJISI MOAepKaHUsI penpeccuu reHoB. Karanutuueckas cyobennuHuLia
PRC2 — 6enok EZH2 — o6ecrnieunBaeT MeTunupoBaHue ructona H3K27mel/2/3. Tloka3zaHo, 4To psif OITy-
XOJICH YeJIoBeKa aCCOLIMUPOBAH ¢ rumnepakcnpeccueit cyorenuamnil PRC2, a Takske ¢ MyTalMsiMy, YCUJIMBAIO-
LIMMU KaTaIuTUIeCKy1o akTuBHOCTh EZH?2. B To e BpeMsi rpyIina oryxosieit KoppeJaupyeT ¢ MyTalusiIMU, UH-
rubupyommMu PRC2. Beut pa3paboTtaH psin HU3KOMOJIEKYJISIDHBIX MHIMOMTOPOB K cyobenuHuiiaM PRC2,
npexne Bcero K EZH2. OnuH u3 Hux, tazemerocrtar, B ssHBape 2020 r. ObUT 0g0oOpeH ISl JICUCHUS
srmtennonaHoi capkoMbl B CIIA. JlanHsbIi 0030p nmocesiteH poiu PRC2 B pa3Butuu paka 1 CcyMMupyeT
nHbOopMalLMIo 1o pa3padboraHHbIM MHruO6uTopam K PRC2.

Karoueswie crosa: Polycomb, PRC2, EZH2, pak, oHnkosnorusi, unHruouropsl PRC2, unruouropst EZH2,

IIPOTHO3.
DOI: 10.31857/S0016675821030048

IMonnepxanue TpoduUIIEl DKCIIPECCUU TeHOB B
pa3HBIX TUITAX KJIETOK HEOOXOOUMO IJISI Pa3BUTUS U
HOPMAaJIbHOTO (pYHKIIMOHUPOBAHUS MHOTOKJIETOY-
HBIX OpraHu3MoB. KOHTpOJIb TPAaHCKPUIILIMY T€HOB B
SIIpaX MHOTOKJIETOYHBIX OCYIIECTBIISIIOT pa3IMYHbIe
¢axTOphBI, B TOM YHCJIe SIUTC€HETUICCKUE PEryJISITO-
peI Tpymmiel Polycomb — crienmduaeckne pemnpecco-
pbl TpaHckpunuuu [1—5]. HaHHble dhakTOpbl ObLIU
BIIEPBBIC OIMCAHBI Y OPO30(MIIbI KaK PEryIsITOPbI
akcripeccun Hox-renos [5—8]. JJanmbHeiimme nccie-
JIOBaHMsI TIOKa3aju, YTO MUIIEHSIMU OelKoB Poly-
comb SIBIISIIOTCSI MHOTHE T€HbI, YIaCTBYIOIIHE B pa3-
HBIX KJIETOYHBIX ITpolieccax [5, 6]. Polycomb-dakTo-
pbI KpaliHe KOHCEpPBAaTUBHAI B IIPOLIECCE SBOIIOLUU U
00J1a1a10T OOJIBIINM CXOICTBOM y BCEX MHOTOKJIE-
TOYHBIX OPraHu3MoB [2, 4, 5, 9].

benku Polycomb GyHKIMOHUPYIOT B COCTaBe
MYJIbTUCYObEAMHUYHBIX  KOMILIEKCOB, KOTOpbIE
MPUBJIEKAIOTCS Ha XpoMaTUH. OAHUM U3 KIJIIOYEBBIX
KOMILJIEKCOB JaHHOM rpynisl siBisieTcst Polycomb re-
pressive complex 2 (PRC2) [10—12]. KopoBblit KOM-
miekc PRC2 miekonuraroiniux coOCTOUT U3 OeJIKOB
EZH2 (Enhancer of Zeste Homolog 2), SUZ12 (Sup-
pressor of Zeste 12), EED (Embryonic Ectoderm De-
velopment) [13, 14]. depMeHTaTUBHBIA KOMIIOHEHT
KOMIUIeKca — MeTuiaTpaHcdepasza EZH2, koropas
KaTaJIu3upyeT MOHO-, IU- U TPUMETWINpOBaHue 27-To
Jm3uHa Tpethero rucrona (H3K27mel/2/3). Kara-

JIUTUYSCKUM ydacTKoM Oenka EZH?2 aBasercss KoH-
cepBatuBHbli SET-momeH (Su(var)3-9, Enhancer of
Zeste, Trithorax) [13—17]. MeTunrpaHcdepa3Has ak-
TuBHOCTE EZH2 TpeOyeT npucyrcTBUSI KOGaKTOPOB
SUZ12 v EED [13, 14, 18—20]. EED, nomumo yua-
CTUSA B KaTaJIMTUIecKoi aktuBHOCTH EZH?2, crienn-
¢uyeckn B3aUMOIIEHCTBYET C TMCTOHAMM, HECYIII-
mu moaudukauuio H3K27me3, yto ctumyiaupyer
cBs3biBanne PRC2-kommiexkca ¢ xpoMaTuHOM [21].

benku EZH2, EED u SUZ12 aBnsioTcss KpUTHY-
HBIMU JIJIS1 pa3BUTUS MJIEKOTTUTAIOIIUX — SMOPUOHBI
MBIIIeii ¢ nenenusamu reHoB EZH2, EEDw SUZ 12 He-
JKM3HECTTOCOOHBI U TUOHYT B Te€UEHUE MOCTUMILIAH-
TallMoHHoro nepuona [20, 22, 23].

YV MIEKONUTAIONINX MMEETCSI TOMOJIOT (paKTopa
EZH2 — 6enok EZH1 (Enhancer of Zeste Homolog 1),
KOTOpHIN MoxeT 3aMmemath EZH2 B cocrabe PRC2.
EZH1-conepxammit PRC2 obimagaeT ropa3no MeHb-
et MeTunATpaHchepa3Hoit aKTUBHOCTBIO [24] 1 HO-
KayTHBIE 110 TeHY F£ZH I MBI BBDKMBAIOT U pa3MHO-
xarorcd [25]. Omnako EZH 1 moxkeT 3amenate EZH?2
B TEepMUHAJIbHO AubdEePeHINPOBAHHBIX MUOOJa-
crax, rne EZH?2 He skcnpeccupyetcs [26], 1 B KeT-
Kax, rae akcnpeccuss EZH?2 napyiuena [24, 27].

MHorouyuciaeHHble UCCAEA0BaHUS MOKa3aau, YTO
HapylieHue pyHkuuii PRC2-koMImiekca CBsI3aHO €
BBICOKMMM PUCKAMM BO3HUKHOBEHUSI OHKOJIOTHUYEe-
CKMX 3a0ojieBaHUil. JlaHHBIC HapyIIeHUs] BKITIOYAIOT
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KaK THUIIEP3KCIIPECCHIo TeHOB, Kommpyoomunx PRC2,
TaK ¥ MyTalliu, IPUBOISIINE JIMOO K YCUJICHUIO KaTa-
JIMTUYECKON aKTUBHOCTU, JIMOO K WHIMOMPOBAHUIO
PRC2. BrImo moxa3aHo, 4To MomaBJIecHNEe aKTUBHOCTH
JTAHHOTO KOMILIEKCa MPUBOIUT K MHTUOMPOBAHUIO PO-
CTa psiia OmyxoJjeidi. DTO MOCIYKII0 OCHOBOI 11 CO-
3MaHUs HU3KOMOJIEKYJIIPHBIX UHTUOUTOPOB, MOIaB-
Jsmomrx akTuBHOCTE PRC2, MHOTMEe M3 KOTOPBIX B
HACTOSILINI MOMEHT IIPOXOIAT KIMHNYCCKHUE UCTIBI-
tanus [28, 29]. IlepBolil Takoi mpemapaT — Ta3eMe-
TocTtaT — B ssHBape 2020 r. moay4una ogoOpeHue s
MPUMEHEHUS B MeauUMHCKONM mnpaktuke B CIIA
[30—32].

HecMmoTpst Ha GOJIBIIION TPOTPECC, HOCTUTHYTHIN B
IOCJIeTHYE TOIbI B BOIIPOCAaX U3yYeHUsI OSJIKOB I'PYII-
nel Polycomb, ocraeTcs emre MHOTO HepeIlleHHBIX
BOIIpOCOB. [eTanu3anusi MeXaHU3MOB IeHCTBUS pe-
IIPECCOPOB JAaHHOI'O KJIacCa IIOMOXKET JIy4Ille TOHSITh
MPUHLIMIE (QYHKIIMOHUPOBAHUSI TEHOMAa MHOTOKJIE-
TOYHBIX 1 JACT HEOOXOTMMYIO MH(MOPMAIIUIO IJIST CO-
3[JaHUS HOBBIX ITOIXOI0B B JMArHOCTUKE U TepaIiuu
OHKOJIOTMYECKUX 3a00JIeBaHUIA.

HAPYIIEHMUA PRC2
TP OHKOJIOITMYECKHX 3ABOJIEBAHUAX

B HacrosgIee BpeMsI onmcaHa KakK OHKOTeHHasI,
TakK ¥ OHKocyIpeccopHas pois PRC2 [4, 33-36].

AHanu3 ypoBHEM 3KCIpPecCUr KOPOBBIX KOMIIO-
HeHTOB Komiuiekca PRC2, a Takke uM3MeHeHUil Ha
ypoBHe [IHK B pa3HBIX OITyXO0JISIX TIPOAEMOHCTPHUPOBAII
reTeporeHHocTh u3MeHeHnii PRC2 B pa3HbIX TUIIaX pa-
ka. [TokazaHo, 4YTO B 3aBUCUMOCTH OT TUTIA paKa MOXET
HaOMomaThCs KaK aKTHBALMS, TaK U MHTMOUPOBAHME
dynkumii PRC2. Psan omyxoseit xapaktepusyeTcsi TH-
nepakcnpeccueit komrmoHeHToB PRC2, a Taxoke GOF-
myTanusiMu - (gain-of-function, MyTauust Tpuoopere-
HUs1 (OYHKLNK), TIPUBOISIIMMU K YCUJICHUIO KaTaJlu-
tnaeckoii aktmBHocT EZH2. Takme wn3MeHeHMsT
MpearioJararoT oHKoreHHyto poib PRC2 (Ta6a. 1). BTo
e BpeMsl psin ormyxosieit accouuupoBaH ¢ LOF-myta-
musiMu (loss-of-function, Mytanyst morepy GyHKIINNI),
TaKWMU KakK JIeJIELMs FeHa Wiy HapyllleHre paMKU CUM-
TBIBaHUSI, TIPUBOISIIMMU K WHIMOWPOBAHUIO aKTUB-
Hoctu PRC2, mpenmnonarasi OHKOCYIPEeCCOPHYIO POJib
PRC2 B naHHbIX citydasix (Taoir. 2).

H3zmenenus, accouuuposannoie
¢ ycuaenuem pynxuuu PRC2

Tunepskcnpeccus EZH?2

HanbGomnee m3ydeHHBIM KoMImoHeHTOM PRC2 B
IUIaHEe U3MEHEHUSI TPAHCKPUIILMU YU HAJTMYUSI MyTa-
muit aeisietcss EZH2. B HopMme skcnpeccuss EZH?2
koHTposmpyetrcsi RB—E2F curHanpHbIM myTem,
BBICOKUIT YPOBEHb BKCIIPECCUN XapaKTepeH ISl aK-
TUBHO JEJISIINXCI KJIETOK, CHIXKAsICh Ha 00Jiee MO3/-
HUX 3Tarax pasputus [24, 37].

YETBEPUWHA u np.

Briepsrie rmniepakcnpeccust EZH?2 6pl1a BuIsIBIIC-
Ha JUIs1 paka Impoctathl [71]. JanpHeiie ucciaeno-
BaHUSI TI0KA3aJI1, YTO BBICOKMIT YPOBEHB 3KCIIPECCUN
EZH?2 xapakrepeH s MHOTUX BuaoB [37—70, 72—
76, 78, 80] paka (ta6u. 1). I'unepakcnpeccust EZH?2
COIIPOBOX/IACTCSI ITOBBIIICHHBIM YPOBHEM METHIIN-
poBannsg H3K27me3.

Bricokuit ypoBeHs a3kcnpeccun EZH?2 B psiae 06-
pas31oB OoNyXxoJjei (MOYEeBOTO IIy3bIps, (POTUKYIISP-
HOM TMM@OMBI, TJIM00JIACTOMBI, paKa Irpyau, psIMOA
KMIIKW, XeJIyaKa, TOpTaHu, JIETKUX, IIpeacTaTelib-
HOM XeJjie3bl) acCOLMMPOBaH C aMIUIM(pUKalei
EZH2-xonupytoiero reHa [37, 40, 72] (ta6u. 1).

TI'uniepakcrnpeccuss EZH?2 cBs3aHa ¢ HeraTUBHBI-
MM MIPOTHO3aMU MPU MAaHTUMHOKJIETOUHOM JTUMGO-
Mme [41, 42], muenome [44], XxomaHrMOKapLIMHOME
[62], memaHoMe [46], pake ModeBoro myseips [38],
MoI04YHOM Xene3bl [49—51], 2KKT [53, 55—57], mo-
yek [59], roptanu [60], merkux [39, 63—65], auuHnka
[68], mpencraTenbHOl Xene3nl [46, 70, 71], muTo-
BUIHOM 3Xese3sl [74], maTku [46, 75] (Tabu. 1).

Tunepaskcnpeccuss EED u SUZI2

ITokazano, uro kpome EZH2 napyirenns npu oH-
Kosioruu MoryT 3arparuBaTe EED u SUZ12 cyonenm-
Huubl PRC2. Pan xIMHUYECKUX TaHHBIX CBUIETEIb-
CTBYeT O cBs3u rumnepakcnpeccnn SUZ12 ¢ maHTHIi-
HOKJIETOUHOI TuMGoMoii [ 78], pakoM MOYEBOTO ITy3bI-
pst [38, 77], monouHoit xene3bl [79], 2KKT [53, 80],
Jierkux [65, 81], suuyHukos [67, 68], npeacTaTeJIbHOMU
xeJe3nl [70]. st 00JBLIMHCTBA JaHHBIX OHKOJIOT Ui
Ioka3aHa CBS3b rumnepakcipeccun SUZ12 ¢ Hera-
TUBHBIM TIporHo3oM. I'mnepakcnpeccust EED acco-
LHUUpOBaHA C pakKoM MoJiouHoM xkene3bl [52], KKT
[53], merkux [65], suunukoB [67]. [1pu pake TOJICTOI
KMIIKM n30bITouHas skcnpeccust EED koppempo-
BaJjia C TUIOXMM MIporHo3oM [53] (tabu. 1).

GOF-mymayuu EZH2

OTnenbHBIM KJIaCCOM M3MEHEHUI, COMPOBOXIa-
IOIIUXCS YCUJIICHUEM KaTaauTU4YeCKOil aKTUBHOCTU
PRC2, asasiiorcsi GOF-myrauun EZH2, kotopbie
ObUIM OOHApyXeHbl B OIPENEIEHHOM TUIIE HEXOIXK-
KUHCKMX JuMdboMm (muddy3Hast B-KpynmHoKIIeTouHas
Jumpoma (DLBCL) u domumkyasipHble JUMQOMBI)
[40, 82—89]. I1pu sToM HauboIee YacTo HAOIIOdAET-
cs1 MoHoayuienbHast myrauust SET-gomeHa B mo3u-
uuu Y641 — F,N,H,S orHocurtenbHo uzopopmser C
(06o3HavaeTcst Kak Y646 OTHOCUTETHLHO M30(hOPMEL A)
[40, 82, 83, 86—89]. Bcrpeuarorcst Takke PyHKIIMO-
HaJILHO CXOIHBIE 3aMEHBI aMUHOKMCIOT A677 u A687
[40, 82, 85, 87, 113, 114].

bruto mokazaHo, yro HeMmyTtupoBaHHBIIT EZH2
MPEANoOYTUTELHO UCTIONB3YET B KauecTBe cybcTpaTa
st MmetunupoBaHus H3K27me(0/mel Hykeocombl,
B TO BpeMs Kak EZH?2 ¢ 3ameHoit Y641 o6namaet ycu-
JIECHHOM KaTaJIMTUYECKON aKTMBHOCTBIO B OTHOIIIE-
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Tab6auna 1. HapyuieHus mpu oHKOJIOTUM, aCCOLIMMPOBaHHbIe ¢ TutiepdyHkuueir PRC2

OpraH/TKaHb

Tun paka

[Iporuno3

MoueBoii Imy3bIph
Kposb

HHHC
MortoyHas xkene3a
KKT

I'na3
[Toukn
l'opranb
Ileuenb

Jlerkue
MBI1ILIBI
SAnyHukn

HpCJICTaTCI[LHaH KeJiesa

Koxa

CeMeHHUKI
IInToBunHas xene3a
Matka

MoueBoii my3bIpb
KpoBp

MornoyHast xxene3a
XKKT

Jlerkue
SAnyHukn

HpCI[CTaTCI[LHaH Kejiesa

MosnoyHas kee3a
KKT
Jlerkue

SAvmaaukn

KpoBp

T'unepakcnpeccust EZH2
Pak moueBoro my3bipst [37—39]; amrmudukanus [37]
DoukynsapHas aumMdoma [40]; amruindpukanuys [40]
ManrtuitHokerouHas tumMdoma [41, 42]

T/NK-knerounble 1umMdorposndeparuBHble 3a001eBaHus [43]

Muenoma [44]
I'muo6nactoma [37, 45]; ammumdpukarys [37]
Pak MoyiouHoi kenessl [37, 46—52]; amrumndukanys [37]

Pax Toscroit u ipsimoii kutuku [37, 39, 53—55];
amruidukanms [37]

Paxk xenyaka [37, 56, 57]; ammmudukarvst [37]
Peruro6mactoma [58)

Pak nmouku [37, 59]

Pax ropranu [60]; ammummdukarys [37]
TenaroLe/uionsgpHast KapuyHoma [61]
XonaHruokapLuHoma [62]

Pak nerkux [37, 39, 63—65]; amrutndukanms [37]
PabnomuocapkoMa [66]

Pak stmyHMKOB [67—69]

Pak nipencrarenibHOI xenessl [45, 46, 70, 71];
amrumdukanmys [72]

Menanoma [37, 46]

Pak simuka [37]; amrmudukanus [37]

Pak mmroBunHoi kene3sl [37, 73, 74]

Pak 1Ieiiky MaTKu, KapLyHoMa SHIoMeTpus [37, 46, 75, 76]
I'mepakcnpeccust Suzl2

Pak moueBoro 1y3bIpst [38, 77]

ManruitHoKIIeTouHast Immdpoma [ 78]

Pak MonouHoii xesne3bl [79]

Paxk sxemmynka [80]

Paxk Toncroii u mpsiMoii kKuiiku [53]

Pak nerkux [65, 81]

Pak ssmaHmkoB [67, 68]

Pak npencrarensHOI XKeme3bl [70]
T'mmepakcnpeccnst EED

Pak MonouHoI kejte3nl [52]

Paxk Tosncroii n mpsiMoii Kuiku [53]

Pak nerkux [65]

Pak ssnuHMKOB [67]

GOF-myramymu EZH2

Hexomxxunackue mumdpomsr (mrddysHas B-kpynHokieTouHast

mmMdoma (DLBCL) u dowmkynsipabie mmdomsl (FL))
[40, 82—89]
GOF-myrammu EZH1

[uroBumHas xxenesa | AneHoMa IIMTOBUIHOM Xene3bl [90]

HeraruBabriit mportos [38]
Her nannabix (HI)
HeraruBnbiii mporHo3 [41, 42]
HI

HeraruBHs1it iporHo3 [44]
HI

HerarusHblii TporHo3 [49—51]

HeraruBnsiii mporHo3 [53, 55]

HeratuBHbIii TPOrHo3 [56, 57]
HA

HeratuBHBII IporHo3 [59]
HeratupHbiii mportos [60]

Hert xoppessiyu [61]
HeratuBHblit mporHos [62]
HeratusHblii iporHos [39, 63—65]
HO

HeratusHbIii iporHos [68]
HeratupHbiii mporHos [46, 70, 71]

HeratupBHbiii porHo3 [46]
HI

HeraruBHb1ii iporHo3 [74]
HeratuBHblii TporHo3s [46, 75]

HeratusHblii mporHo3 [38, 77]
HI

HI

HeraruBaeriit mporros [80]
HeraruBHbiit mporHos [53]
HI

HeratusHbIii TporHo3 [68]
HeraruBnsriit mporxos [70]

HI
HeraruBHbiit mporHos [53]
HI
HA

FL — He accoummpoBaH ¢ IIOXUM
nporao3oM [83]; DLBCL —
MHO3UTUBHBII IIPOrHO3 [88]

|HA
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Tabauna 2. HapyiieHus mpu OHKOJIOTUU, aCCOLIMMPOBAHHbIS

YETBEPUWHA u np.

¢ uHaktuBanueit PRC2

OpraH/TKaHb Tun paka IIporHo3s
LOF-myranuu EZH2

Kposs T-ocTphiit TuMbOGIACTHBII JIeiikos [91, 92] Het nannbix (H/T)
OCTpBIii MUEJTOMIHBIN JIeiiK03 [93] HI
Muenonucriiactuyeckue/muenorponudeparvBHbie 3a0oneBaHust | HeraruBHbIi mporHos [94—99]
(MIC/MII3) [94—99]

LOF-myramm SUZ12

KpoBb T-ocTpbriit TuMbobGaacTHBII Jeiikos [91, 92] H
OcTpblil MUETTOUIHBI Jieiko3 [93] HI
MuenonucriiacTuueckue/muenorponvdeparuBHbie 3a0oneBanust | HI
(MIC/MII3) [97, 100]

IHHC I'mro6mactoma [101] HJI

HepsHas cucreMa | 3/1o0KaueCTBEHHbBIE OITyXOJ 1M 000I0UKY ITepudeprdeckx HepBoB | HII
[101—103]

Koxa Memanoma [101] HJI,

Matka DHaoMeTpUualibHasl CTpOMaJIbHAsI cCapKoMa: HI
JAZF1-SUZ12 cnusinue [104—106],
MEAF6-SUZ12 cnusinue [107]

LOF-myramuu EED

Kposs T-ocTpblit TuMbOGIACTHBI JIEHKO03 [92] HJI
Muenonucruiactudeckue,/MueaonponudeparuBHble 3adoeBanust | HeratusHbIii porHo3 [108]
(MAC/MII3) [97, 100, 108]

HHC I'imo6Gnactoma [101] HI,

HepsHast cuctema | 311oKauecTBEHHBIE OITyXOJIM O00JI0UKHY Tieprdeprieckux HepBoB | H]T
[101, 102]

Koxa Menanoma [101] HI

Myramm H3K27M
Kposb OCTpEBIii MUEIIOUIHBIN JieiiKo3 [109] HJ,
HHC I'muo6Gnactoma [110—112] HeraruBHeblii mporuos [111]

Hun H3K27me2 u CHUXEHHOW B OTHOIICHUU
H3K27mel/H3K27me0 Hykneocom. B ciydae rete-
pO3UTOoTH MO0 Y641 HOpMAaJbHBIN ajlieb MPeIoCcTaB-
et cyocTpaTr g MyTaHTHoM ¢dopmbel EZH2, urto
NMPUBOIUT K ITOBBIIIEHHOMY YPOBHIO TPUMETUINPO-
BaHHbIX H3K27me3 nykieocowm [115, 116].

OngHako HECMOTpsI Ha LIMPOKOE paclpocTpaHe-
HUEe MyTaltnu Y641, ee Hamare B TuM@oMax He Kop-
peupyeT ¢ HEraTUBHBIM MPOTHO30M B (hOJITUKYJISP-
HbIX JuMboMax [83] u accoMMpoBaHO C MTO3UTUB-
HBIM ITporHo3oM mist DLBCL [88].

GOF-mymayuu EZH 1

EZH1 u EZH2 npucyTcTBYIOT B aHAJIOTUYHBIX
kommuiekcax PRC2 ¢ mepekpbhIBalOIIMMUCSI T€HOM-
HBIMU MUIIIEHSIMHA, HO MyTalliM IIpHU pake 0oJjiee ya-
cto 3arparuBaioT EZH2. BeposiTHO, 3TO CBsI3aHO, B
TOM 4HCJIe, C IPEeUMYIIECTBEHHOI acconuamueii
EZH?2 ¢ niponmdepaTHBHBIMUA TKaHSIMH IO CpaBHE-

HHUIO ¢ O0ojiee paBHOMepHOI 3Kcnpeccueit EZH1 B
pa3HbIXx TUNax KjieTok [24]. Tem He meHee GOF-myTa-
man EZH1 (Q571R) Obumm oOHapy:KeHBI B afeHOMaXx
muToBuaHOM kene3bl [90]. ITokaszaHo, 4To Takast
MyTalusi TIPUBOAUT K YBEJIMYCHUIO KOJUYECTBA
H3K27me3.

Mexanuszmot onxozennoeo éausanus PRC2

DKCNEePUMEHTAILHO ObUIO TMPOJEMOHCTPUPOBA-
HO, 9To Tutiepakcipeccuss EZH?2 crocodcTByeT Kite-
TOYHOI mpoymdepanuu Kak in vitro [37, 49], Tak u
invivo [117—119]. Takke mokazaHa HEOOXOIUMOCTb
aktuBHOCcTH EZH?2 s mmonnep:kaHus craryca CTBOJIO-
BBbIX pakoBbIx kjieTok [118]. 'mnepakcnpeccusi EZH2
MOXKET CTUMYJIMPOBaTh UHBa3Uulo KJIeTokK [49] u meta-
crasuposanue [ 120], a Takzke BIMSTh Ha perapaiifo I1o-
Bpexxnenuii JIHK [118]. Kpome toro, GOF-mytaiumn
moryT ycwmiBatk MYC- n BCL-2-omocpenoBaHHBI
ymMdomarerne3 y meieii [ 117, 121]. ITpoBeneHHBIE MC-

TEHETUKA TtoM 57 Ne3 2021



FTEHETUMYECKMWE HAPYIIEHUA AKTUBHOCTHU PRC2

clIeqoBaHMS TTOKa3aJii, YTO OHKOTeHHasT poiib PRC2
3aKJII0YaeTCs B TTOJABJICHUM TPAHCKPUITIIMY MHOTHUX
OHKocynpeccopoB. IIpy 3ToM KOHKpETHBIII Habop
MHIMOMPYEMBIX OHKOCYIIPECCOPOB CUJIBHO 3aBUCHUT
ot tumna kietok. Harmpumep, PRC2 nogasnsieT TpaH-
ckpurnuuio oHkocymnpeccopa CDKN2A B tumdpou-
HBIX HOBOOOpa30BaHUX, KJIETKAX paKa IIPOCTaThl 1
9HJIOMETpPUS (CYMMUPOBaHO B [34]).

Psn uccnemoBaHmii mokasai, 9YTO paKoOBbIE Kile-
TOYHBbIE JIMHUU 3aBUCAT oT akTuBHOcTU PRC2. K
MpuMepy, HokaayH uiau HokayT EZH2 wiu npyrux
ocHOBHBIX KomMmmoHeHTOB PRC2, a Takske momaBie-
Hue akTuBHOocTH EZH2 ¢ moMoIipio HU3KOMOJIEKY-
JIIPHBIX MTHTMOUTOPOB YMEHBIIAIOT IIPOIMpEpanio
KJIETOYHBIX JIMHUM, TIOTYyYCHHBIX U3 Pa3IUIHBIX TH-
noB paka [37, 39,45, 71,79, 122—124]. UHakTuBauus
PRC2 nogaBisieT pocT OIyXoJyieii Ha pa3IMYHBIX MO-
IeNsIX in vivo, 4TO IIPEeAIlogaraeT BO3MOXKHOCTh HC-
noJjp3oBaHus nHruouropos PRC2 B neyeHuu paka
[45, 69, 79, 125—127].

Hzmenenus, accoyuupoganusie
¢ nomepei ¢pynxuyuu PRC2

LOF-mymayuu EZH?2

XoTs aMIUIM(pUKALIMU U TIOBBILIAIONIE YPOBEHb
MmetraupoBaHust H3K27 toueunsie myranuu EZH?2
IIPOKO pacIpOCTPaHEeHBI TIPU Pa3HBIX BUIAX paka, B
psiie omyxoJieii HaOIOdAlOTCsI, HAIIPOTUB, U3MEHEe-
Hus, nHaktusupylomne EZH2 (LOF-myratum), 4to
npenarojaraeT oHKocyIpeccopHyo pyHkuuio EZH?2
B TaHHBIX HOBOOOpa3oBaHUsIX. JIaHHBII TUIT MyTaluii
TIpEeNCTaBICH AeICIIIMI M HOHCEHC-MYTaIlSIMI.

K npumepy, LOF-mytaniuu EZH?2 6bu11 BhIsiBIE-
Hbl Tipu T-octpoM nmumdobaactHoMm [91, 92] u
ocTpoM MuenouaHoM [93] neiiko3ax, IIpyu MUEJIOIUC-
IUIAaCTUYECKUX/MUeTonpoandepaTUBHBIX 3a00JieBa-
Husx kposu (M C/MII3) [94—99]. [lokazaHo, uyTO
W3MEHEHHUS TAKOTO TUIIA aCCOLIMUPOBAHBI C TIJIOXUMU
KJIMHUYECKUMU TIporHozamu nipu MIAC/MII13 [94—
99] (tabm. 2).

LOF-mymayuu SUZ12, EED

B psanme omyxomeit LOF-myrammm oOHapy:KeHBI
w11 SUZ12 u EED cyosenunui PRC2. Kak u B ciy-
vae ¢ EZH2, napymenus SUZ12 u EED acconuupo-
BaHbl C OHKOJIOTUYECKUMM 3a00JI€BaHUSIMU KPOBU
[91-93, 97, 100, 108]. dnss LOF-myraumii EED nipu
MJ1C/MI13 3aboieBaHUSIX KPOBU YCTaHOBJIEHA KOP-
peJIsIIns ¢ HeraTuBHBIM ITporHo3oM [108]. Kpome To-
ro, LOF-mytauuu SUZI12 u EED obHapyXeHbl Ipr
mmobaactome, MeraHoMme [101] 1 310KavyeCTBEHHBIX
OIyXOJISIX 000JIOUKM TTeprudeprnuecknx HepBoB [101—
103]. I1pu sHOOMETpHATBHOM CTPOMAaIbHOM capKoMe
HapyieHust SUZ 12 xapakTepu3yroTcsl CIUSIHIEM TeHa
SUZI2 B oHy paMKy CUMTBHIBaHUS ¢ TeHamu JAZF1
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[104—106] i MEAF6 [107] B pe3yjabTaTe XpOMO-
COMHBIX TPAHCJIOKALIWIA.

Takum obpazom, Hapsay ¢ EZH2 nHapylieHus
dyukuuit SUZ12 u EED MoryT urparb BaxXHYIO pOJib
B Pa3IMYHbIX TUIIaX paka. TeM He MeHee cucTeMaTu-
yeckuii aHanus usamMeHeHuii EED u SUZ12 npu oH-
KOJIOTUYECKUX 3a00JIeBaHUSIX U YCTaHOBJIEHUE WX
cxonHoro BiausiHusl ¢ EZH?2 Ha nporHo3 TeueHus 3a-
OoJieBaHM TTpU pa3IUYHBIX BUIAX paka TpeOYIOT 10-
MOJTHUTEIbHBIX UCCIETOBAaHUIA.

Mymauyuu cyocmpama H3K27M

KpoMe HapymieHuii B 3KCOpecCHMU U MYyTallWii
KoMITOHeHTOB KoMIuiekca PRC?2 nipu pake Obu1n 06-
HapyXeHbl MyTauuu B reHax H3F34 w HISTIH3B
(xomupyroT BapuaHThel TuctoHoB H3.3 1 H3.1 cootBeT-
CTBEHHO), IIPUBOISIIINME K 3aMEHEe JIM3MHA Ha METHO-
HuH (H3K27M) B nosuumu H3K27. Takue myrauuu
6b1T1 00HapYskeHBI B 80% meTckux rimoM [110—112] u B
6% BTOPUYHBIX OCTPBIX MUEIOUIHbIX Jieikemuii [ 109].

ITokazano, yro H3K27M B3aumMonmeicTByeT cC
EZH2 u uHrubupyer MeTUIATpaHC(HEpa3HYyI0 aKTUB-
HocTb Bcero PRC2-koMruiekca, 4To IpUBOAUT K CHU-
xeHuto obmiero ypoHst H3K27me3 in vivo n in vitro
[128—131]. Takke OBLIO MPOAEMOHCTPUPOBAHO, UTO
komiuiekc PRC2 cnnoco6en metrnupoBate EZH?2 1o
ocratkaM EZH2-K510 m EZH2-K514, uto cTuMyimpy-
eT aktuBHOCTh PRC2 B otHoleHuu ructoHoB. Ilpu
9TOM B KJIETOYHBIX JIMHUAX ¢ MyTanusmu H3K27M
TaKoe aBTOMETHIIMPOBaHMe HapyiieHo [132].

Cxonnao ¢ H3K27M neiicTByeT HeJTaBHO OITMCAH-
HBII (haKTOp, MHTMOMpPYIOIUiA aKTUBHOCTh PRC2 —
oenmok EZHIP (EZH2 Inhibitory Protein). Bpuio mo-
Ka3aHo, YTO IaHHbIN (aKTOp TUIepaIKCIIPecCUpOBaH
B KjIeTKax sneHaumoM [133—136]. Ilpenmonaraercs,
yto yuactok EZHIP nmutupyer crpykrypy H3K27M
1 MHTUONpyeT akTUBHOCTE PRC2 cxomHBIM 06pa3oM.

Mexanuzmot onxocynpeccoprnozo eéausnuss PRC2

B orimume oT OHKOTEHHOM POJIM ITOBBIIICHHOM
aktuBHOCcTM PRC2 1ipu pake, 06 addpekrax nHaKTH-
Bauuu PRC2 u3BectHo MeHnblne. Ognako PRC2-pe-
TyJMpyeMbl€ T€HbI-MUIIIEHU, TAKUE KaK M3BECTHbIE
oHkoreHsl HOXA9 u MYC, runepakcnpeccupoBaHbI
B HEKOTOPBIX TUITaX oryxoseii [91, 97, 101, 137].

bbL10 mokazaHo, 4TO rTUMOMOP(MHbBIE MyTaLIUU 11O
EED y MpbIIIeli cylIIeCTBEHHO YCKOPSIIOT 00pa3oBaHMe
JMMGOUTHBIX OITYXOJIEi Tociie 00padOTKU KaHIIEpore-
Hamu [128]. Ha mpumepe TpaHCTeHHBIX MBIIIEH OBLIO
MoKa3aHo, uyTo neyietinu reHoB EZH2 nmn FED B3an-
MOJIeICTBYIOT ¢ MyTaliueit onkoreHa NRAS(Q61K), a
Takke ycrmanBaloT aktuBauuio STAT3-curHaibHOro
MYyTH, YTO IPUBOJUT K 0OPa30BAHUIO OCTPHIX MUEJIO-
WIHBIX JIeliKo30B [138]. CxomHbIM 0O6pa3oM, KOMOU-
Hanus neneuuit reHos EZH2/RUNXI w EZH2/p53
Ha MBIIIMHBIX MOJAEJSIX MPUBOAUT K 00pa30BaHUIO
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TMMGOMUEITONTHBIX JIEMKEMWI, YCTOMIUBEIX K JIe-
yeHuto [139, 140]. dust apyroro komrnoHeHta PRC2 —
SUZ12 — HenaBHO ObLIO MPOJIEMOHCTPUPOBAHO, YTO
CRISPR/Cas9-orocpenoBaHHass THAKTUBALIVS JTAHHO-
To reHa B3anuMOACHCTBYeT ¢ MyTalmeit pakTopa JAK3,
YTO IIPUBOAUT K pa3Butuio T-ocTporo anmMdoodaacT-
Horo Jeiko3a [141]. Takke mMMeIOTCsT JaHHBIE O TIOTEpe
aktTuBHOCTH PRC2-koMmriekca M CHVMDKEHUM YPOBHS
H3K27me3 nipu HapylieHUsIX IpyTMx FeHOB, KaK 3TO
HaOmomaeTcd TIpM WHakThBanmu reHa ASXLI [142]
uan npu runepakcnpeccun pakropa HMGNI [143]
IpU JIeKo3ax.

Kpowme toro, morepst EZH?2 3aMeTHO criocoOCTBYET
nHayipoBaHHoMy wmytanmeidr RUNXI mwmenomuc-
mactTiuaeckoMy cuaapomy [144]. Ilotepss akTMBHO-
ctu SUZ12 conpsikeHa ¢ myTtanueid reHa NFI B o1ty-
XOJISIX TIepuepudecKX HEPBOB, INTMOME U MeJIaHOME
[101]. T'en NFI xonupyer I'T®a3y, aKkTUBUPYIOLIYIO
T'eH ras, 1 MyTalluM 10 JaHHOMY (paKTOopy 3aIlyCKaroT
Ras-3aBrcuMyro akTMBalLMIO KaHIleporeHes3a |[145].
Takum oOpa3zoM, B 3aBUCMMOCTU OT KOHTEKCTA OITy-
XOJIY, a TaKXKe MyTaluii APYTUX T€HOB MHTMOMPOBa-
Hue dpyHkiun PRC2 MoXeT MpuBOAUTH K BOBHUKHO-
BEHUIO 3JIOKAYeCTBEHHbBIX TpaHcopMmaumii [146,
147]. Ilpu 3TOM obpa3oBaHUE OIMyXOJieit COMpPSIKEHO
¢ notepeii pyukuuu EZH2, SUZ12 niu EED.

HU3KOMOJIEKYJIAPHBIE
MHI'MBUTOPLI PRC2

B cBs13u ¢ 0OHapy:KeHreM OOJIbIIOro yncjia MyTa-
Ui IpY OHKOJIOTMYECKUX 3a00JIEBAaHUSIX, CBSI3aH-
HBIX C YCWJICHMEM aKTMBHOCTH KoMmiuiekca PRC2,
ObUIM pa3paboTaHbl pa3IMUHBbIE HU3KOMOJIECKYJISIP-
HBIe UHTUOUTOPHI, MOJABJISIONINE aKTUBHOCTh JTaH-
HOT'0 KOMIUIEKCA.

[lepBBIM 3KCHEPUMEHTAILHO WCCICIOBAaHHBIM WH-
ruonTopom EZH?2 craim DZNep — BelliecTBo, N3HAYAThb-
HO pa3pabOTaHHOE IS MHIMOWPOBAHMSI aKTUBHOCTHU
Bupyca umMmyHomeduimTta deiaoBeka (BHY). Bruio
ycTaHoBJIeHO, 4To DZNep 3¢heKTUBHO CHIZKACT YPO-
BeHb H3K27me3 B pakoBbIX KJIETOYHBIX JUHUSX [148].
OnHako IIoCeayIoIye UCCISIOBaHNS T0Ka3aan, YTO
DZNep 610K1pyeT 001N YpOBEHb METHUINPOBAHUST
TUCTOHOB B Pa3HbIX aMWHOKHUCIOTHBIX ITO3UIIMSIX
[149]. IToaTOoMy nanbHeiile ycuiins ObUTM HarpaB-
JIEHBI Ha TTOMCK BEIIECTB, CIEHU(MUIHO ITOIABIISIO-
munx aktTuBHocTh PRC2 (Taba. 3).

B 2012 r. HeCKOTBKO HE3aBUCUMBIX T'PYIIIT UCCIIe-
JoBaTeel COOOLIMJIM O CO3MaHWUM CIeU(MUIHBIX
MHTMOUTOPOB, KOTOpble KOHKYPUPYIOT ¢ KO(paKTO-
poMm S-aneHo3mIMeTHOHUHOM (SAM) 3a celleKTUB-
Hoe cBs3biBaHue ¢ SET-nomenom EZH?2. Pa3zpabo-
TaHHble mHrHOoUTOpEl EPZ005687 [150], GSKI126
[151] m EI1 [152] B aKcniepuMeHTax in vitro TIOOaBIISI-
mu aktuBHocTh EZH?2 B 50—150 pa3 acddexkTuBHee,
yeM aktuBHOCTh EZH1, n 66111 B 500—>10000 pa3
oosiee crietdpnuHbl K EZH2, yeMm K npyruM mpote-

YETBEPUWHA u np.

CTUpPOBaHHBIM MeTwiITpaHchepasam. [Ipu aToMm Bce
pa3paboTaHHBIE BellleCcTBa ObLJIM CITOCOOHBI MTHTMOM -
poBaTh MeTuJTpaHcdepasHylo akTuBHocTb EZH?2
Kak gukoro tuna, Tak 1 GOF-MyTaHTOB 110 I103u1uun
Y641 SET-momena. /st cO3MaHHBIX MHTHMOUTOPOB
OBLIIO ITOKAa3aHO IMOJABJICHUE POCTA Psiia KIIETOYHBIX
JIMHUN, TIPOUCXOIIIINX 13 TUM(POUIHBIX HOBOOOpa-
3oBaHuii. g naruouropa EI1 0pu10 moka3aHo, 4TO
00paboTKa KJIETOK HAHHBIM BEIIECTBOM CpaBHUMA
no 3@dexTy ¢ moJaHoI neieneil reHa EZH2 nipn
onieHke ypoBHs obOoramenus H3K27me3 [152]. Ha
npuMepe nHTHONTOpa GSK126 GBUTO MOATBEPKICHO
€ro BIMSIHUE Ha ITOAaBJICHME POCTa OITyXOJIe in vivo C
MpUMEHEHHEM MeTola KCEHOTpaHCIUIaHTalluu, TIpU
KOTOPOM B OpPraHM3M MBEIIIC BBOIWINCH KIIETKU
omyxom 4dejoBeka JMHUM KARPAS422, Hecymue
myTtauuio Y641 B SET-nomene EZH?2 [151].

HNurubutop EZH2 — EPZ-6438 (3apeructpupo-
BaHHBII B NajJibHEMIIIEM KaK Ta3eMeToCTaT) Takxke
HarpaBjeH Ha MetuaTpaHcdepasHbiii SET-moMmeH
EZH2. AktuBHocts EPZ-6438 Gbu1a mpoTecTHpOBa-
Ha Ha IIpUMepe COMMAHBIX omyxoneit [124]. B kaue-
CTBE MOJIeJI1 ObLJIM UCTIOJIb30BaHbI KJIETKU padaou/I-
HbIX omyxoJjieit (malignant rhabdoid tumors (MRTs))
¢ HapylieHueM pyHkimu reHa SMARCBI — onHoro us
KOMITOHEHTOB XPOMAaTUH-PEMOIEIUPYIOIIETO KOM-
mekca SWI/SNF u3 rpynmbl Trithorax. denetus reHa
SMARCBI yacto BCTpeuyaeTcsl B OMyXOJisIX JaHHOTO
kinacca [160] u oOycJIOBIMBAET BBICOKYIO YYyBCTBU-
TEJIbHOCTb KJIETOK OITyXOJIM K TTOJaBJICHUIO aKTUBHO-
ctu EZH2 [161]. Ha manHoM mipuMepe ObIIO TTOKa3aHO
WHTMOMPOBAHME POCTa KJIETOK OIMYXOJIel Kak in Vitro
(4 muaum ¢ mytaumeint SMARCB1), Tak u in vivo (¢ uc-
MOJIb30BaHUEM KCeHOTpaHchopMaHTOB). MHrnou-
poBanue aktusHoctu EZH2 EPZ-6438 npuBoaunio K
yMeHbIlIeHuIo oo1ero konmyectsa H3K27me3 u peak-
TUBALUM TPAHCKPUIILIMU Psiia PENPEecCCUPOBAHHBIX Te-
HOB y KCEHOTpaHC(HOPMAHTHBIX Mblllieil. B nanbHeit-
IIeM aHaJIOTM4YHBIA 3¢ dekT mHrnouropa EPZ-6438
ObLT MPOAEMOHCTPUPOBAH M JJIs1 KJIETOUHBIX PaKo-
BBIX JIMHU, Mporcxoasiumx u3 Jumdpom [153].

TakmMm 00pasoM, pa3paboTKa BBICOKOCTICITA(DIYI-
HBIX UTHTMOUTOPOB, TIOJABJISIIOIINX aKTUBHOCTh EZH?2,
IpUBeJia K CO3IaHUIO pPsia BEIIECTB, IeiiCTBIUE KOTO-
pBIX HarleneHo Tojibko Ha EZH2 n muMeeT MUHUMAaIB-
Hble 3 dEeKThl 6JIOKMPOBAHUS APYTMX METUITPAHC-
depas. OgHaKO IIpUMEHEHNME TaKNX BEIeCTB UMEET U
CJIa0yI0 CTOPOHY: OHU IOKA3bIBAIOT MAaJIO€ CPOICTBO
kK EZH1 — 6auszkomy napanory EZH?2. bruio mokasa-
HO, YTO B psiJie ClIydaeB IIpY HapyIIeHNU aKTUBHOCTU
EZH2 EZH1 moxeT 3aMemarh TaHHBI (akTop B
PRC2-xommiekce. JJaHHBIN (aKT MpUBE K pa3pa-
0OTKE psla HU3KOMOJICKYJISIPHBIX BEIIECTB, aKTUB-
HOCTb KOTOpPBIX HaIlpaBJieHa JIMOO Ha ITOJABJICHNE
aKkTUBHOCTU oboux pakTopoB — EZH2 u EZH 1, nu-
00 Ha necradwiusanuio Bcero PRC2-koMiuiekca.

IlepBbIM pa3pa®oOTaHHBIM WHTMOUTOPOM, aKTHUB-
HBIM B oTHolleHUsIX Kak EZH2, tak m EZH]1, cran
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Tab6auna 3. HuskomMonekynsipHblie UHruoutropsl PRC2
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NHrudurop

MexaHu3m
HEMCTBUS

CrnennpuIHOCTh

Monenu, Ha KOTOPBIX
MOKa3aHo MoJaBjeHue
pocTa pakKoBBIX KJIETOK

CchUIKI

EPZ005687

NHurubuposanue
MeTUITpaHcdepa3zHOro
SET-nomeHa

SET-nomen EZH2

In vitro: nuHuM TMM@POM

[150]

GSKI126

To xe

To xe

In vitro: maHenb U3 46 TMHUI

muaMmdom. In vivo: KceHoTpaHchOp-

MaHThI (KJIETKU JIMHUU TUMPOMBI
KARPAS422)

[151]

EIl

»

In vitro: TuHUM MuMdom

[152]

EPZ-6438/
TazeMeTocrar

»

In vitro: nanenb u3 10 TuHMi
JUM@POM, IMHUU PaOIOUTHBIX
OITyXOJIEHN ¢ MyTalLlMeli TeHa
SMARCBI. In vivo: KCeHOTpaHC-
¢dopMaHThI (KJIETKU JIMHUU
sumbombl WSU-DLCL2, nuHuu
pabnouaHbIx omyxoseit G401)

[124, 153]

UNCI1999

»

SET-nomen EZH2,
gactuaHo SET-nomeH
EZH1

In vitro: muaus tumdomsl DB

[154]

OR-S1
n OR-S2

»

SET-nomensr EZH2
n EZH1

In vitro: nanenb n3 192 pakoBbIX
JIMHU (paK KPOBU U COJIUIIHBIE
OIyX0Jin). In vivo: KCEHOTpaHC-
dopMaHTHI (KJIETKU pabIOMIHBIX
OIyXOJIeii, paKa xeyaka u
OCTPOTO MUEJIOUIHOTO JIefiK03a)

[155, 156]

SAH-EZH2

BiokaTtop B3anMoOneiCTBUS
EED—EZH2

VYyactok EED,
cBa3biBaromuiit EZH?2

In vitro: muaum tumboM, JTUHAU
JIEiKeMUU C TpaHCIOKalen
MLL-AF9

[123]

A-395

brnokaTtop B3aumonencTeus
EED—-H3K27me3

Vyactok EED,
CBSI3bIBAIOILIMI
H3K27me3

In vitro: nuHuM MuMdbom

Y MHOXECTBEHHBIX MUEJIOM.
In vivo: xceHoTpaHC(HOPMAHTHI
(K1eTKU TUHUU TUM(POMBI
Pfeiffer)

[157]

EED226

To xxe

To xxe

In vitro: nuauM MuMdbom

Y MHOXECTBEHHBIX MUEJIOM.
In vivo: xceHOTpaHC(HOPMAHTHI
(K1eTKU TUHUU TUM(POMBI
Karpas422)

[158]

MS1943

Jerpagamuss EZH2
MeTOoIOM “TuapoGoOHOTO
TarupoBaHus”

EZH2

In vitro: nuHUM MTUMdOMBI U paka
MOJIOUHOM kene3bl. In vivo:
KCEHOTpaHC(POpPMaHTHI (KJIIETKI
JIMHUY TPOMHOTO HETaTUBHOTO
paKa MOJIOYHOM XKeJie3bl
MDA-MB-468)

[159]
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UNCI1999. Ha x1eTOYHBIX JIMHUSX N3 TUMQPOUITHBIX
HOBOOOpa30BaHUi OblJIa TOKa3aHa €ro CIIOCOOHOCTh
cHuxXxaTh ypoBeHb H3K27me3 u mogaBasitTh pocT pa-
KOBBIX KJIETOK [154]. B manpHeimeM OBIIN CO30aHBI
aJIbTEpHATUBHbIE MHTMOUTOPHI, MOAABISIONINE aK-
tuBHOCTL EZH2 nu EZH1 — OR-S1 u OR-S2 [155,
156]. AHanu3 MHrMOUPOBAHUSI POCTA PAKOBBIX KJl€-
TOK TIpu 00padoTke nHruourtopoM OR-S2 6bLI IpO-
BelleH Ha OOJIBIIIOM HaGope KIIETOYHBIX JIMHUM [156].
B pesynbprare OBUI YCTAaHOBJICH HUTOTOKCUYECKUIA
sddekT Ha 33 13 68 TUHUI, TIPOUCXONIAIINX U3 paKka
KpoBU (Jietikemusi, tumdoma u muenoma). [lomo6-
HBII aHaJIN3 ObLI IIPOBEIECH 1 IJIsI KIIETOYHBIX JIMHUIA,
MPOUCXONSIIINX U3 COJUIHBIX OITyXxojiei. 3aech a@-
¢deKT THrMOMPOBaHUS pOCTa MPU OJIOKUPOBAHUY aK-
tuBHocteit EZH1/EZH2 6b11 mpoaeMoHCTpUpOBaH
s 26 u3 124 nunawmii. B yacTHOCTHU, IMTOTOKCHUYE-
cKuit 3 deKT OBLT IT0Ka3aH IJIsI KJIETOK, IIPOUCXOISI-
IIMX 13 paKa MOJIOYHOM XeJe3bl, JeTKNX, SUIHNKOB
u 1ipocTathl. LlutoTokcuueckue apdpektsl OR-S1 n
OR-S2 st pakoBBIX KJIETOK TaKsKe ObLIM MOATBEP-
XKIEeHBI Ha KCeHOTpac(OpPMaHTHBIX MOIEIISIX IS pa-
Ka XeayaKa, pabIorIHBIX OITYyX0JIE U OCTPOro Mue-
JIOUAHOTO Jieiiko3a [155, 156].

OmpenencHue IIPOCTPAHCTBEHHOW CTPYKTYpPHI
komiuiekca PRC2 [21, 162, 163] OTKpbUIO BO3MOXK-
HOCTh CO3aHUsT HU3KOMOJIEKYJISIPHBIX UHTIOUTOPOB,
HCIIOJIb3YsI HECKOJIBKO HOBAaTOPCKMX IMOIXOHOB. Bo-
MepBbIX, ObLI cCKOHCTpyHpoBaH nentun (SAH-EZH?2),
VIMUTUPYIOLINI TTPOCTPAHCTBEHHYIO CTPYKTYPY y4acTKa
oesika EED, KoTopblii oTBevaeT 3a cBsi3biBaHue ¢ EZH?2
[123]. O6paboTKa KJIETOK TaKMM HU3KOMOJIEKYIISIP-
HBIM COEIUHEHMEM MPUBOAUT K HapylIeHUIO (op-
MupoBaHus KoMiuiekca PRC2, yMeHbIIEHNIO KO-
yectBa H3K27me3 1 mHrmOMpoBaHWIO POCTa KIETOK
paka KpoBH M peTUHOG1acTOMEI [123, 164].

pyroii MUIIEHBIO I CO3IaHUSI MHTUOUTOPOB
cTaJjl yuacTok MoieKyJibl EED, KoTophlil B3aumMoneii-
CTBYET C METWIMPOBAHHBIM JIM3UHOM B MO3UIIUU
H3K?27 n BaxxeH mis cBsizbiBaHusi PRC2 ¢ xpomatu-
HoM. bbLuu pa3paboTaHbl 1 UCCIeIOBaHbI ABa TAKUX
BeuecTBa — A-395 u EED226 [157, 158]. O6a uHru-
OuTOopa nokazaju cxoxue 3(pGheKTH C BElIeCTBAMU,
HalleJIJeHHBIMM Ha MeTWwiTpaHcdepasHblii TOMeEH
EZH?2 (c uuruburopamu El1, EPZ-6438 1 GSK126)
B OTHOIIIEHUU JIUMMOUIHBIX PAaKOBBIX TMHUMI. Baxk-
HO, YTO Ha IIpuMepe MHruouTopa A-395 6bLIO MOKa-
3aHO, YTO OH 00JialaeT BLICOKOU IIUTOTOKCUYHOCTbHIO
Ha kieTouHyio JuHHI0 KARPAS422, npomeniyio
CeJIeKIIMI0 Ha YCTOWYMBOCTb K OJIOKATOPY METWJI-
TpaHcdepasHoit aktuBHoctu EZH2 — GSKI126. Ta-
KM 00pa3oM, coYeTaHUE UHTUOUTOPOB, HallEJIEHHBIX
Ha pa3Hble yJyacTKu Komiuiekca PRC2, moxeT rnmomoub
n30exarb (hOpMUPOBAHNS JIEKAPCTBEHHON YCTOMUUBO-
CTHU OITyXOJIeH K TIperapaTaM JaHHoOro Kiacca [157].

Takke a1 pa3pabOTKU MHTMOUTOPA aKTUBHOCTU
PRC2 6b11 npuMeHeH MeTon, “Tunpo¢d0OHOro Tarupo-
Banus1” (hydrophobic tagging, HyT). JanHblii MeTon

YETBEPUWHA u np.

OCHOBaH Ha CO30aHUM OU(PYHKIIMOHAIBHON XUMEPHOIM
MOJIEKYJIbI, OJJHA YacTh KOTOPOil CIIELIM(MUIHO CBSI3bI-
BaeTCsl C MHTEPECYIOLINM OeJIKOM-MUILIEHBIO, a Apyrast
4acTh (ruapo¢OOHBI Tar) — C OEJIKOBBIMU IIIATIEPOHA-
MM, KOTOpBbIE MPUBJICKAIOT KOMIOHEHTHI MPOTEaco-
MBI, 4TO IIPUBOIUT K Aerpagaliuiii HHTEPECYIOLIEro 0e-
Ka [165]. C moMolIbi0 JaHHOIO MeToaa ObLI pa3pado-
TaH uHruouTop MS1943, cneuuduunsii kK EZH2
[159]. O6paboTka kinerok MS1943 npuBomuT K Taje-
Huto ypoBHsI EZH2 n momudukanmm H3K27me3. Io-
Ka3aHo, YTO B OTJINYKE OT MHTMUOUTOPOB METUJITPAHC-
¢depasznoro SET-nomeHa EZH2 MS1943 o6Gnanaer
LIUTOTOKCUYECKUM JIEeCTBEM B OTHOIIEHUH KJIETOK
JIMHUM TPOMHOIO HETraTUBHOIO paka MOJOYHOM XXe-
nme36l MDA-MB-468. Takum o6pa3oM, OJIOKHpOBa-
HUE MeTUJITpaHcdepasHOl aKTMBHOCTU W JleTpaja-
nuss EZH2 moryt uMeTh pa3Hble OMOJOTUYECKHE U
TepareBTUYecKre 3(P@EeKThl, UYTO MOXET OBITh MC-
MOJIb30BAHO B MEIUILIMHCKOM MPaKTUKE TIPU KOMOU-
HUPOBAHUM Pa3JIMYHBIX IIPEIIapaToB.

SAKJIIOYEHUE U IMEPCITEKTUBDI

HccnemoBaHue MeXaHM3MOB PEIPECCU T€HOB U
HapyllleHUsI, CBSI3aHHbIE C 3TUMM IMpolieCcaMU, OT-
KPBIBAIOT HOBBIE IIEPCIIEKTUBBI B IPOTrHO3MPOBAHUN U
Tepauy MHOTOYMCICHHBIX NAaTOJIOTMYECKUX COCTO-
sTHUM. Ha cerogHsImHuM 1eHb IMMOHSITHO, YTO pernpec-
copsl rpynnbel Polycomb urpaioT KiroueByio pojb B
MOAIeP>KaHNHM 1 KOHTPOJIE KJIETOYHOIO TOMEOCTa3a.
HocturHyThlit riporpecc B uzydeHuu Polycomb-dakTo-
POB MpuUBeJI K pa3pabOTKe HECKOJBKMX HU3KOMOJIEKY-
JISIPHBIX BEIIECTB, MMEIOLIMX OOJIBIIION ITOTEHIIAAIL B TS~
parneBTUYeCcKOM TIipuMeHeHUu. OIHaKo CYIIEeCTBYET
ellle MHOTO BOIIPOCOB, Ha KOTOPbIe HEOOXOIMMO OTBE-
TUTH IJIS JTy4IIero MOHMMAaHUS U JadbHEHIIero muc-
TOJIb30BAaHUSI CBOMCTB JaHHBIX TPAHCKPUMIILIMOHHBIX
peryastopoB. Kakum odopazom PRC?2 pekpytupyercs
Ha XpOMAaTHH B CTPOTO OIIpeneIeHHbIe MECTa TeHOMa,
KOTOpbIE MPU 3TOM OTJIMYAIOTCS B Pa3HbIX TUIIAX
KJ1eTOK? SABASIOTCS IU TUCTOHOBBIE OEJIKU TJIAaBHBIMU
tapretamu MetmwiTpancdepaz EZH2/EZH1 wnu Ha-
Oop MuUllIeHEell MaHHBIX (aKTOPOB ropasao Iupe?
IMTouemy KJIETKM OMHOTO TUIIA paKa YCTOMYUBBI K UH-
ruoburopam PRC2, a npyrue — kpaliHe 4yBCTBUTEJIb-
HbI? OTBETHI Ha 3T BOIIPOCHI MO3BOJIST JIYYIlIe pPa3o-
Opatbcs B aetansax GyHKIMoHupoBaHust Polycomb-
PEIIPECCOPOB M MCIIOIb30BaTh IIOJIyYeHHBIC JaHHBIE
B ITUArHOCTUKE U Tepanuu pa3HOOOpa3HBIX 3a00Jie-
BaHMUIA.

Pa6orta BeITTOTHEHA TIpM TTomnep:kKe Poccuiicko-
ro HaydyHoro ¢onzaa (rpoekT Ne 18-74-10091).

Hacrosas craTbs He COOCPKUT KaKuX-J11bo uc-
CJIEIOBAHUI C MCITIOJIb30BaHUEM B KaueCTBE OOBEKTA
2KNBOTHBIX.

Hacrosiimast ctatbs He COmepKUT KaKMUX-JIM0O KC-
CJICIOBAHUI C yJacTHeM B Ka4eCTBE OOBEKTa JTIOACH.
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Genetic Disorders of PRC2 Activity in Oncology: Problems and Prospects

D. A. Chetverina?, D. V. Lomaev*, P. G. Georgiev?, and M. M. Erokhin® *

4[nstitute of Gene Biology, Russian Academy of Sciences, Moscow, 119334 Russia

*e-mail: yermaxbio@yandex.ru

PRC2 (Polycomb repressive complex 2) is a conserved protein complex required for maintaining gene repres-
sion in multicellular organisms. The catalytic subunit of PRC2, the EZH2 protein, provides methylation of
the histone H3K27me1/2/3. It has been shown that a number of human tumors are associated with overex-
pression of PRC2 subunits, as well as with mutations that enhance the catalytic activity of EZH?2. At the same
time, the group of tumors correlates with mutations that inhibit PRC2. A number of small molecule inhibitors
have been developed for PRC2 subunits, primarily for EZH?2 protein. One of them, tazemetostat, was ap-
proved in January 2020 for the treatment of malignant epithelioid sarcoma in the United States. This review
focuses on the role of PRC2 in cancer development and summarizes information about the PRC2 inhibitors.

Keywords: Polycomb, PRC2, EZH?2, cancer, oncology, PRC2 inhibitors, EZH2 inhibitors, prognosis.
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DHIOKPUHHBIE KJIETKM MOTYT YCIEITHO (hYHKIIMOHMPOBATh MPU TeTePOTONMMYECKOM TpaHCIUIAHTAlluu B
OpraHu3M MJIEKOITUTAIOIIEro, YTO AeJaeT UX MepCreKTUBHBIM MHCTPYMEHTOM pereHepaTUBHON MeauIin-
Hbl. OMTHAKO Ha CETOMHSIIHWMN JeHb KJIETOUHAs TepaIusl SHIOKPUHHBIX 3a00JIeBaH1 OrpaHUYeHa HEBO3-
MOXHOCTBIO 3(P(PeKTUBHO M CTAOMJIbHO T10JyYaTh SHAOKPUHHbBIC KJIETKU B JIAOOPATOPHBIX YCIOBUSIX. B
MTAaHHOM 0030pe paccMaTPUBAIOTCSI COBPEMEHHBIE TIPEACTaBICHMSI O MOJIEKYISIPHO-TEHETUUECKMX MeXa-
HU3MaX SMOPUOHAJILHOTO Pa3BUTHS SHAOKPUHHBIX TKAHE MBIIIN U YeJI0BeKa, a TAKXKe KIIIoUeBble reHe-
THYecKue (pakTophl, peryaupyiomue nuddepeHINPOBKY ILTIOPUIIOTEHTHRIX cTBOIOBBIX KieToK (IICK) B
SHIOKPUHHOM HaIllpaBJIeHUM in Vitro, Ha IpUMepe NapaTupeouIHbIX KiaeTok. [IpuBeneHHbIE JaHHBIE MO3-
BOJISIOT MPEUIOKUTH aTbTepHATUBHBIN TToaxo K auddepeHimposke [TCK B mapaTupeonaHOM Hampasie-
HUM, OCHOBAaHHBINI Ha T€HETUYECKOM ITPOrpaMMUPOBAHUU KJIETOK ITyTeM WHAYKLUMU 3HIOTCHHOM 3KC-
MpPeCCUM KITI0UeBhIX (aKTOpOB mrddepeHIINPOBKN.

Karouesnie crosa: IT'€HBbI, FCHCTUKA pa3dBUTUA, DOHIOKPWHHLBIC TKaHU, I[e(l)I/IHI/ITI/IBHaH SHTOACpMa, IapaTtu-

peounHble KIeTKU, TuddepeHLIUPOBKA in Vitro.
DOI: 10.31857/S0016675821030085

ExerogHo nosisi MaluMeHTOB C 3HAOKPUHHBIMU
MaTOJOTUSMU, BBI3BAHHBIMU HapyllIEHUEM CEKpe-
LIUM 1 MeTaboln3Ma pa3IMYHbIX TOPMOHOB, YBEIU-
yuBaeTcs BO BceM Mupe. OTHUM U3 MePCeKTUBHbBIX
MOJIXO/IOB K JICUEHUI0 TOPMOHAIBHBIX 3a00JieBaHU
SIBJISIETCS MPUMEHEHUe pereHepaTUuBHON MeIUIIMHbI.
BDTO 00YCJIOBICHO PSIIOM OCOOEHHOCTEIl CeKpeTop-
HBIX KJIETOK SHAOKPUHHOI CUCTEMBbI, TTO3BOJISIIOIINX
KCIIOJIb30BaTh UX KaK KOHTPOJIMPpYeMble OMOpeaKkTo-
pbl TOPMOHOB in vivo. B mepBylo ouepenb B CBSI3U C
TeM, UTO B OpraHuU3Me CYIIECTBYET KakK TJaHmysp-
Hasl, Tak U q1uddy3Hast SHIOKPUHHASI CUCTeMa, IKC-
Kpelusi TOPMOHOB B 3PeJIbIX 9HIOKPUHHBIX KJIETKax
B OCHOBHOM He€ 3aBHUCHUT OT UX MECTOMOJOXEHUS B
opranuzme. Kpome Toro, misi (GyHKIIMOHUPOBAHUS
TpaHCIJIaHTaTa U3 SHIOKPUHHBIX KJIETOK He TpeOy-
ercsl ero MHHepBauus. Ilo 3TUM MpUYMHAM 3HIO-
KPUHHBIE KJIETKM MOTYT OBITh TPAHCIUIAHTUPOBAHBI
TFeTEPOTONMNYECKHU B JIETKO JTOCTYIHbIE B OpraHU3Me
YeJI0BeKa MECTa, HalPUMEDP MOAKOXHO WU B MBI~
11y, HE3aBUCUMO OT PACIIOJIOXKEHUS CaMOIi XKeJe3bl.
Takoii momxom YCIENIHO WCIOJb3YETCS YXe€ He-
CKOJIBKO JAECATUIETUI 719 U3YyYEHUS] IHIOKPUHHBIX

3a00J1eBaHNIA Y MBIIIIEi, KOTIa TOPMOH-TIPOAYIIMPY-
IOllIME KJIETKU TPAHCIUIAHTUPYIOT >XUBOTHBIM IIO[I
Kancyjly no4yky. B ciiygae Opyrux TUIIOB KJIETOK
(KapIMOMMOILIUTOB, Te€IaTOLIMTOB, HEMPOHOB U Hp.)
reTepoTonuueckasl TpaHCIDIAHTALlMSL 3aTpydHEeHa
I HEBO3MOXKHA.

B Hacrosiee BpeMs1 00IbI1101 MTHTEpEC IIPeacTaB-
JISIET pa3paboTKa CIToco00B in vitro uddepeHIIMPOBKA
TUTIOPUITOTEHTHBIX CTBOJIOBBIX KJeToK (ITCK) uenoBe-
Ka, TaKUX KaK 3MOpMOHAJIbHEIE CTBOJIOBBIE KIIETKU
(OCK) 1 nHOYLIMPOBaHHbBIE IUTIOPUIIOTEHTHBIE CTBOJIO-
Boie kieTku (MIICK), B TOpMOH-IIpOAYLIMPYIOIINE
KJIETKI 9HIOKPUHHOTO psiia IJIs 3aMECTUTEILHOM KJle-
TOYHOI Tepanuy pa3InyHbIX SHIOKPUHHBIX MaTOJIO-
T U JJIMTEIbHOU KOPPEKIIMYA TOPMOHAJIBHOTO Ircha-
JIaHCa y TTAIEHTOB C SHIOKPUHHBIMY HapyIIeHUSIMMN.
I[IpruMeHeHne ayTOJOIrMYHBIX YHIOKPUHHBIX KJIETOK,
nojiydyeHHbIx U3 I1CK mauueHToB in vitro, sIBAsSIeTCS
MEPCIIEKTUBHBIM ITIOAX0I0M, IOCKOJIBKY TPaHCILJIaH-
TallMs TaKMUX KJIETOK, BO-IIEPBBIX, OCBOOOXKIAET I1a-
LIMEHTOB OT NOCTOSTHHBIX UHBEKIINI JOPOTOCTOSIIIINX
JIEKApPCTBEHHBIX IIpeHapaToB, OCOOEHHO C yYETOM
JUINTEJIbHOCTU TeUECHUS DHIOKPUHHBIX 32001 BaHUI
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Y 3HAYUTEJIbHOTO CHIXKEHMS 00111eTO KayecTBa XKU3HMU,
1, BO-BTOPBIX, O€30IMacHa BBUIY OTCYTCTBUSI peaklu
XO3S1MHA ITPOTUB TPaHCIIAaHTaTa U OTTOP>KEHUS TKAHM.
OnmHaKo 10 CUX Top He cylecTByeT 3PPEKTUBHBIX U
XOPOIIIO BOCIHPOM3BOIMMBIX IIPOTOKOJOB Iudde-
penuupoBku IICK uenoBeka B 3HIOKPUMHHOM Ha-
MIpaBJIeHUN, B YaCTHOCTU B 3peJIbie OCTPOBKOBEIC
KJIETKU TTOJIKETYTOUYHOM XKeJie3bl M KJIETKU TTapaliy-
TOBUAHLIX Kejie3. Bo MHOroM 3TO 00YCIOBIIEHO
OrpaHUYECHUSIMU SMIUPUICCKOTO MOA00pa YCIOBUMI
IudGepeHIMPOBKU C MTOMOIIIBIO POCTOBBLIX (PaKTO-
POB U/UINW XUMUYECKUX MOJIEKYJ, aKTUBUPYIOLINX
W/VUIN MTHTIOUPYIOIIMX TPpeOyeMble CUTHAJIBHBIE ITyTH B
COOTBETCTBUM C JaHHBIMU O (DOPMHUPOBAHUU SHIO-
KPUHHBIX XeJie3 in vivo. JleficTBue mogodpaHHbIX (ak-
TOPOB in Vitro B OOJNBIIMHCTBE CJIydaeB IUIEOTPOIIHO, a
KCIIOJIb30BaHNE PeareHTOB OT Pa3IMYHBIX IIPOU3BOIM-
TeJIe MM XMBOTHOTO IIPOMCXOXKACHMSI IIPUBOOUT K
¢J1a00i1 BOCIIPOM3BOAMMOCTH Pe3yJIbTaToB. I10CKOIBKY
OCHOBHOM 3amaueii muddepeHIIMPOBKU KIIETOK in Vitro
SIBJISICTCSI IOBTOPEHUE U pealn3aliisl TeHETUISCKOM
IIporpaMMbl SMOPHOHAJIFHOTO Pa3BUTUS, BO3MOXEH
M aJbTepPHATUBHBINA TOIXOH K InddepeHIINPOBKE
IyTeM IPSIMOI0 TeHEeTUUYECKOTO IPOrpaMMUPOBaHUST
I1CK Ha ocHOBe MMEIOIINXCS 3HAHW I TT0 SMOPHUOJIO-
TMY SHIOKPUHHBIX Xejie3. ['eHeTnueckoe mporpam-
mupoBaHue I[1CK mo3BossieT cnelupuyecku akTu-
BHUpPOBaTh pabOTy KOHKPETHBIX T€HOB, a HE IEJIbIX
peryiasaTopHbIX cetreii. LleseBble TeHBI MOTYT OBITh
WHAYLIMPOBAHEI C IIOMOIIBIO TaKMX METONOB, KaK
oBepakcnpeccust i CRISPR/Cas9 Synergistic Activa-
tion Mediator (SAM). Texnonoruss CRISPR/Cas9
SAM no3BosIET ILieJieHAIIpaBJICHHO aKTUBUPOBAThb
IMPOMOTOP MHTEPECYIOIIEro reHa, UHULIMUPYS TAKUM
obpazoM ero TpaHckpunimio [1]. B 2018 r. ¢ moMoriisio
MOBBIIIEHHOM 3KCIPECCUM TPAHCKPUITIMOHHBIX (hak-
TOPOB MOIKEIYIOYHOI XKeje3bl yaanoch TpaHcaudde-
PEHLIMPOBATh O-KJIeTKH B B-KiieTku in vivo [2]. Paspa-
0O0TKa Moaxoaa, KOTOPhIi ITO3BOJIUT ITPOrPaMMUPOBATh
mddepertpoBky ITICK B TpebyeMoM HallpaBlIeHUMN,
MpeariojaraeT UCIoJAb30BaHUE 3HAHUI O TPaHCKPUII-
LIMOHHBIX (haKTOpax, PeryJIMPYIOLINX SMOPUOHAIBLHOE
pa3BUTHE KaXOI0M 13 TKaHel. B ¢cBsI3U ¢ 9TUM MOHU-
MaHNe TeHEeTUYECKUX acIlIeKTOB OpraHM3allii U pe-
TYJISLAM paHHETO Pa3BUTUSI DHIOKPUHHBIX TKaHEM
HeoOXoauMo IJjIs1 pa3pabOTKU IPOTOKOJIOB T'€HETH-
yecku nporpammupyemoit nuddepenunposku [ICK
B 9HIOKPUHHOM HaIIpaBJICHUMN.

MOP®OTI'EHE3 D HAOKPWUHHDbIX XKEJIE3
OHTOAEPMAJIBHOI'O ITPOUCXOXIEHUA

DHIOKPUHHBIE 3KeJIe3bl 3aKJIaIbIBAIOTCS B TIEPBHIC
MecCsILIbl SMOPHUOHAJILHOTO Pa3BUTUSI U3 KJIETOK Je-
¢uHUTUBHOI (3apoabliieBoit) sHToaepMbl (J1D). [le-
$UHUTHBHAS SHTOAEpMAa (POPMUPYETCS N3 KIIETOK SITH-
Onacrta Ha 3-ii Hell. pa3BUTHSI 1 JaeT HAYajIo KUILIeYHOMI
TPYOKe 3apopblilia, OT KOTOPOI OTITOYKOBBIBAIOTCS BCE
OopraHbl SHTOJIEPMaIBLHOTO TporcxoxneHus [3]. B Ha-
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yajie 3-i Hel. pa3BUTHSI B 3aJHEM OTIEJIe 3apOIbIla Ha
MOBEPXHOCTU 3MUGIACTa TOSIBISIETCS TaK Ha3blBae-
Mas TIepBUYHAs MOJI0CKa, WX 00po3aa, BIOJIb KOTO-
poii HaYMHAIOT MUTPUPOBATh KIIETKM SIIMOJIacTa.
JBurasich Briepe, KJIETKU MpeTepIieBaloT SMUTEIU -
aJIbHO-ME3eHXUMAaJIbHbBII II€PEX0l, TEPSIOT ILUIIOPY-
MMOTEHTHOCTb, IIPHUOOPETAIOT BBITSIHYTYIO (OpMy U
MPOCKaJIb3bIBAIOT MO MEPBUYHYIO TT0JIOCKy. Takue
KJIETOYHBIE IBVXKEHMS Ha3bIBAIOT MHIPECCUEi, a MU~
IPaIMIO KJIETOK B ITOMJIEKAIINE CJIOM — MHBarMHALIMEIA.
YacTh MHBarMHUPYIOIIMX KJIETOK 3aMeIaeT KIeTKU
nojyieskaniero cjos (runobjacra) u gaet Havajo 1D
3apoapia. Kietku, Murpupyioire B 0071acTh MeX-
Iy armbnacToM U cpopmupoBaHHoit 1D, obpasyroT
Mme3onepmy. KileTkm, ocramplnuecss B 3m0ubacre,
dopmupyioT akToaepmy. K KoH1ry 3-it Hen. pa3BuTHs
B TPEXCJIOMHOM 3apObIIIEBOM IMCKE OTHOBPEMEHHO
HAYMHAIOTCSI IIPOLIECCHl (POPMUPOBAHUSI HEPBHOM
TPYOKM M3 BKTOIEPMBI U KUIIEUHOM TpyoKHu u3 /1D
IMyTeM CBOpauyMBaHUSsI KJIETOYHBIX TLJIACTOB MO Mepe/I-
He-3agHei ocu 3aponbia. K koHuy 4-if Hem. Ku-
IeyHass TpyOKa IIPEeACTaBIsIeT COO0Oil 3aMKHYTYIO
MEPBUYHYIO KMUIIKY, pa3leJeHHYI0 TIpalueHTaMu
MOp¢OTeHOB Ha YETHIpE YAaCTH BIOOJb aHTEPUO-IIO-
CTepUOpHOI (mepemHe-3amHeil) ocu: 1) IepemHION0
(aHTepHUOPHYIO) YaCTh MEpPeaHEei KUILKU, 2) 3aTHIO0
(IOCTEpUOPHYIO) YacTh NEpeaHeil KUIIKKU, 3) cpel-
HIOIO KMIIIKY U 4) 3aQHIOI0 KUIIKY. DHTOAEpMa Iep-
BUYHOI KUIIIKKU 00pa3yeT SMUTEIMAIbLHYIO BBICTUIKY
KMIIIEYHOIO TpaKTa M JacT Hadajlo CEKPETOPHBLIM
KJIETKaM pa3IndHbIX xkene3. KieTku cpenHero u 3amHe-
IO OTIEJIOB NMEePBUYHOM KUIIKU (DOPMUPYIOT KIETKU-
MPEIIICCTBEHHUKN BCEX OTACIOB KMIIIEYHOIO TpaKTa.
KiteTku 3amHero otnena repeaHe KUIIKY Jal0T Hadajio
MOIKETYIOYHOM Xee3e U neyeHu. KieTku repeaHero
oTIesIa nepeaHell KUIIKY (OpMUPYIOT TJIOTOYHbII arl-
rapar, COCTOSIIIMIA M3 YeThIpeX Map IJIOTOYHBIX MEII-
KOB, pa3eJeHHbIX YEThIPbMSI MTapaMU IIOTOYHBIX OYT.
B pesynbrare cermMeHTallMM U JAJIbHEUIIIETO pa3BU-
THSI TJIOTOYHOTO anmapara (QOpMUPYIOTCS CTPYKTYPBI
TOJIOBHBI Y 1IeU, B YACTHOCTU LIIUTOBUIHAS, TTapalii-
TOBUIHBIE XXeJie3bl U TUMYC [4]. B 061acTh OTOUHBIX
JIyT aKTUBHO MUIPHUPYIOT 3KTOAEPMAJIbHBIE KIIETKU
HEPBHOTI'O I'PeOHSI, KOTOPhIE YUYaCTBYIOT B (hOPMUPO-
BaHUU ME3€HXUMbI U CETMEHTAILIMU SHTOIEPMBI TJIO-
TOYHBIX MEIIIKOB, a TAK3KE B pa3BUTUU TUMYCa, apa-
IIIATOBUAHBIX XKeJe3 U nuddepeHInpoBKe napado-
JIUKYJSpHBIX  KJIeToK (C-KJIeTOK) IIMTOBUIHOM
Xene3sl [5].

Panpb111e Bcex cpeny S HIOKPUHHBIX XKeJle3 YeJIOBe-
Ka HaunHaeT (hOpMUPOBAThCS IIMTOBUIHAS Xeje3a.
OmHa 3aKJIagbIBaeTCsI IIPUMEPHO Ha 24-ii TeHb SMOpU-
OHAJIBHOTO PA3BUTHS B BUIIE BHITISTIMBAHUS M3 SHTOIEP-
MaJTbHBIX ¥ ME30JepMATbHBIX KJIIETOK Ha JTHE TJIOTKU [6].
Knerkn HauMHAIOT MUTPUPOBATh B 3aIHEM Harpabe-
HUM, Y K KOHILY 7-# HeJl. 3a4aTOK IITUTOBUITHOM 3KeJIe3bI
JIOCTUTAET CBOETO OKOHYATEJIBHOTO MOJIOXKEHUSI B TJI0T-
Ke. KiteTKku HYDKHe i YacTH YeTBepTOi aphl TTIOTOYHBIX
MEIIIKOB JTAIOT HAYaJIo MpeanrecTBeHHnKaM C-KIIeTOK
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IIUTOBUIHON XeJie3bl, CEKPETUPYIOIINX KAaJbIIUTO-
HUH. K KoHI1y 3-ro Mec. B IIIUTOBUIHOM KeJie3e 0OHa-
PYKUBaIOTCs TIepBbIe (DOJUTUKYIIBI, COAepKaIINe KO-
JIoui, — UCTOYHUK THUPOKCUHA U TPUHAONTUPOHUHA,
CUHTE3UPYEMbIil  (DOJUTMKYISIpHBIMU  KjeTKamu  [7].
INapamuToBUIHEIE 3KeJie3bl (POPMUPYIOTCS B TIEPUO], C
5-i1 o 15-10 Hel. SMOPMOHATBEHOTO Pa3BUTHS M3 SITH -
TEJIUSI TPEThEI 1 YETBEPTOM TTaphl INIOTOYHBIX MEIIIKOB.
HroxHsis napa mapaniToBUAHbBIX 3Kejie3 (POpMUPYETCs
M3 OOIIEero 3a4aTka ¢ TUMYCOM, BEpXHss Iapa — U3
o0I11ero 3avaTka ¢ IIUTOBUIOHOM Keneszoii. Ha 7-i
Hell. pa3BUTUsI 00a 3a4aTKa TEPSIIOT CBSI3b CO CTECHKOM
[JIOTKW U MUTPUPYIOT BHU3 B 3aTHEM HaIlpaBJIEHUU,
IIPY 3TOM 3a4aTKU MapalIuTOBUIHBIX XKeJle3 3aHMa-
IOT CBO€ OKOHYATEIbHOE IMOJIOKEHE Ha JOpCalbHOM
MOBEPXHOCTH IMUTOBMIHOM kene3bl [8]. IMomkemy-
JIOYHasl XXeJjie3a 3aKJaaplBaeTcsl B KOHIIe 1-To Mmec.
pa3BUTHUSI TIPUMEPHO Ha 26-i1 IeHb B BUAE ABYX OT-
pPOCTKOB 3ayaTKa [JIBEHAILATUIIEPCTHON KUIIKH,
c(OpPMUPOBAHHBIX KJIETKAMU 3aIHETO OT/EsIa Tepei-
HeW KUIIKY [9]. DHOOKpUHHAS YacThb MOIKETYI0Y-
HOI4 3keJie3bl (hopMUpYETCS Ha 3-M Mec. pa3BUTHUS U3
NapeHXMMaTO3HOM MaHKpeaTUIeCKOl TKaHU, pacce-
STHHO 110 Xene3e. Cekpelys MHCYJIMHA HAaYMHAeTCs
IpuMepHoO Ha 5-M Mec. pa3puTus [10].

MOJIEKVIIAPHO-TEHETUYECKHE
MEXAHNW3Mbl ®OPMHWPOBAHUA
JEOUHUTUBHOM SHTOILEPMDBI in vivo

dopmupoBaHue n guddepeHIIMPOBKA KIIeTOK 1D
o0ecIeynBaloTCs B3aMMOAEMCTBUEM KOMIIOHEHTOB
peryJsiTOPHOI CeTU, KOHTPOJIUPYIOIIEH TMpOCTpaH-
CTBEHHO-BPEMEHHYIO PETyJISIIHNIO SKCIIPECCUM KITIO-
YeBBIX JHTOIAECPMAIbHBIX T'€HOB B pPa3BUBAIOIIEMCS
3apopsbiiie. C HayajaoM racTpyjsiliiu B KJIeTKax 31~
0jacTa JETEKTUPYETCS SKCIIPECCHUsl 3BOJIIOLIMOHHO
KOHCEPBAaTUBHBIX TPAHCKPUIIIUOHHBIX (aKTOPOB
BRACHYURY, SOX17 u FOXA2. Cpeanu Hux
BRACHYURY wurpaer BaxXHy10 pojib B cielu(puKa-
ouu Kietok MezonepMmbl, SOX17 u FOXA2 — B crre-
mudukanuu kietok D [11, 12]. DBodolMOHHO
¢dopMHUpOBaHME SHTONEPMEI X ME30ACPMEI B3aUMOCBSI-
3aHO, TEM HE MEHee BOIIPOC O CYIIIECTBOBAHUM OUIIO-
TEHTHBIX “Me3eHIOASPMAIbHLIX IPEIIIeCTBEHHUKOB
B SMOpPHOHAJILHOM Pa3BUTHM MJICKOITUTAIOIINX A0 CHUX
mop ocTaeTcs cnopHbIM [ 13, 14]. Dxcripeccust pakTopoB
BRACHYURY, SOX17 1 FOXA2 perynupyeTrcst KOH-
neHTpauueit tntoknaa NODAL, KOTOpELit SIBAsIETCS
kioueBbiM yaactHukoM TGFR/Activin/Nodal-ormo-
CPeIOBAaHHOTO CUTHAJIILHOTO IMYTU, OIPEIeISIIoIIero
CyIb0y 3HTOIEPMAaIbHBIX 1 ME€30AePMAaJIbHBIX IIPE/IIIIc-
cTBeHHUKOB [15, 16]. @aktop NODAL cekpetupyeTcst
KJIETKaMM HApy>KHOI BHE3apOIBIIIEBOM SHTOICPMbI 1
obecrieuynBaeT WHAYKIUIO “Me3eHI0IepMaIbHBIX”
TeHOB 4depe3 ¢ochopuInpoBaHne MUTOILIa3MaTHde-
ckux 6enkoB ceMeiictBa SMAD (SMAD2, SMAD3,
SMAD4), KoTopble aKTUBUPYIOT PabOTy pa3INYHbBIX
TPaHCKPUTIIIMOHHBIX (PAKTOPOB, B YACTHOCTH (haK-

IT'OJINYCOBA u np.

top FOXH1 [17, 18]. Cynr0a “Me3eHnoae pMaIbHBIX
MPEIIIECTBEHHUKOB  ONpeaessieTcsl  IpagueHTOM
koHueHTpauuu NODAL, popMupyeMbIM B3aUMHbBIM
aHTaroHusmMoM peryaaTopHbix cereit NODAL mn
FGF/BMP [19, 20]. Beicokuii ypoBeHb NODAL BbI-
3bIBaeT MHAYKLUIO dakropa SOX17 u auddepeHLm-
POBKY KJIETOK B 3HTOIIEPMAJIbHOM HaIlpaBJICHNM, a MH-
ruouposanre NODAL ¢dakropamu cemeiictB FGF n
BMP npuBomuT K MHIYKIIMM ME30JepMaIbHOM Tud-
depentmpoBkH [21]. Crrienndukannio n nnddepeH-
LIUPOBKY OHTOAEPMAJIbHBIX IIPENIleCTBEeHHUKOB
MOIEPKUBAET TAKKE ayTOPETYIITOPHAS METIIST 9KC-
npeccun pakrtopa NODAL [22, 23]. B Hacrosiee
BpEMsI CUMTaeTCsl, YTO IIpeodJsianaioniasi pojib B UH-
IyKUMU KJIeToK J1D nmpuHamiexut ¢dakropy SOXI17.
Ha mopmessix HOKayTHBIX MBIl OBLIO ITOKA3aHO,
YTO IIpU HapylmieHuu reHa SoxI7 y >MOPHMOHOB He
¢dopmupyetcs J1D, TOCKOIbKY KJIETKU 3M1bjacTa Te-
PSIIOT CITOCOOHOCTH K MUTPALIMK BO BpeMs TacTpyJisi-
nuu. Bo3Hukaroniye neeKThl IPUBOAST K OCTAHOB-
K€ pa3BUTUS W BHYTPUYTPOOHOI TMOEIN Ha CTaauu
E10.5 [24]. Hapymenust Foxa2 He IpUBOIIT K BM-
OpHOHAJILHOM JIeTajii, OJHAKO HAaOJIoJaloTCs Je-
¢eKTHI TIepeaHeil YacTu IIEPBUYHOM KUIIIKM, 00IIasT
3alepXKa pocTa M HECHOCOOHOCTH (POPMUPOBATH
CpeIMHHBIE CTPYKTYPHI [25, 26].

Bcnen 3a ractpynsiuyeit U3 miIo0CKOro KJI€TOYHOTO
mwiacrta /19 ¢popmupyercss o0beMHasI, CIeno 3aMKHY-
Tast KMIIeyHas TpyoKa, B KOTOPOM IIPOUCXOIUT yCTa-
HOBJIEHHWE TIepeaHe-3aqHE M CITMHHO-OPIOIIHOMN
noasspHocreii. Ha manHoM sTane kiietku 1D eine He
KOMMUTHPOBAHbI 1 00J1aJal0T BHICOKON CTEHEHBIO
ruiacTuaHocTH [27]. KimroueByto posib B crieliMaiu3aliun
SHTOAEPMBI UTPAIOT PEHUIIPOKHEIC SMUTEINATIBHO-
ME3eHXMMAJIbHbIE B3aUMOIECHCTBUS MEXIY KJIETKaM
D n Me3o1epMbl IO BCEH JUTMHE KUIIIEYHOU TPYOKH.
Cnenudukanus 1D Boob nepeaHe-3aaHeil ocHu 3a-
ponpbIia 00eCIeYnBaAETCS TPAAMEHTOM KOHIIEHTPpAlIuU
mopdoreHoB cemeiictB WNT, BMP, FGF, a takke nx
antaronucrtoB: SFRP-1, -2, -3, -5, CRESCENT,
DKK1 (anTaronuctel WNT) 1 CHORDIN, NOGGIN
(antaronuctel BMP). B o6acTi BBICOKMX KOHIIEH-
tpauuiit WNT, BMP u FGF dopmMmupyercst 3amHuii
OTIEeJl KUIIKM 3apOJblllia, B 00JaCTU HM3KUX KOH-
LIEHTpaluii — nepeanuii [28, 29]. OCHOBHBIM MapKe-
pOM mepemnHell KUIIKK SIBISETCS 9KCIIPECCUsl TpaH-
cKkpunuoHHoro ¢akropa SOX2, 3agHeil KUIITKU —
9KCIIpeccUusl TpaHCKpUIILMOHHOro ¢pakTtopa CDX2
[30]. B perumoHanuzaumy B3KCIPECCUU PA3TUYHBIX
TPAaHCKPUMNLIMOHHBIX (haKTOPOB MO IJMHE MHEepBUY-
HOM KUWIIIKM BaXXHYIO POJIb UTPAET PETUHOEBAsT KUC-
nota (PK) — mpousBogHoe BUTaMUHA A, CUHTE3UPY-
eMoe KJIeTkaMu1 Me301epMbl [31]. 'panneHT KOHIIEH-
tpaumii PK pacnpenesnsieTcst B1ojb nepeaHe-3agHeit
OCH BCETO 3apoblllia, OT OydyIleil IIIOTKHU, B KOTO-
PO TIPaKTUYECKU MJIN TTOJTHOCTBIO OTCyTCTBYeT PK,
J10 00JIaCTU cpedHel 1 3aaHeit KUILIKY, B KOTOPOM 1e-
TEKTUpYyeTCsl BhICOKass KoHueHTpamusi PK [32]. V
MBIIIel ¢ HapymeHneM cuHTe3a PK He mpoucxomur
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KOMITapTMEHTAIM3ann nepenHeil kmmku [33]. Ha
6oJice MO3MHUX CTAIMSX PA3BUTUSI TIPU 3aKIagKe 3a-
YaTKOB OPraHOB B 00JacTU TJIOTOYHOTO aIlapara
KoHLeHTpauuss PK KoHTponupyeT monoxeHue rpa-
HUILl (POPMUPYIOIIMXCS OpraHoB. Tak, IOBBIIICHUE
KoHueHTpauuu PK B iepeaHeit yacTy IIIOTOYHBIX IyT
WHOYLYPYET 3aKIagKy 0ojiee OTIaleHHBIX CTPYKTYpP
[34]. 3HAYUTEIBHYIO POJIb B PEIIUTTPOKHBIX SITUTEIIN -
aJIbHO-ME3CHXUMAaJIbHbIX B3aMMOICUCTBUSIX MIPAET
BBICOKOKOHCepBaTuBHEBIN MopdoreH SHH, cekpern-
PYEMbI KJIE€TKaMW 3HTOAEPMbI IO BCEH OJIMHE KM-
mieyHoit Tpyoku [35]. SHH akTtuBupyer B Me3eHXHU-
MaJIbHBIX KJIETKaxX dKcIrpeccrio ¢paktopa BMP-4 n
TOMeOOOKC-CcoepKaIINX TPAaHCKPUIIIMOHHBIX (aK-
TOPOB, KOIMPYEMBIX KOHCEpBaTUBHLIMU Hox-TeHaMMU,
KOTOpPbIE KOHTPOJIUPYIOT PErMOHAIM3ALINIO MEPBUY-
Hoit kuiku. B vactHoctn, Hoxa3 n Hoxb4 ctietinu-
YeCKM SKCIPECCUPYIOTCS B IlepeaHeil kuike, Hoxcs
n Hoxal3 — B o0yacTy cpemHer M 3amHeil KUIIKHA

[36].

YcraHOB/IEHUE JOPCO-BEHTPAILHON (CIIMHHO-
OpIOIIIHOM) MOJSIPHOCTU IEPEaHEN KUIIKU IIPe-
mecTByeT (bOpMHUPOBAHUIO TJIOTOYHOTO arrmapara
U cerperalyu JeTOUYHbBIX MMOYeK, MUIleBoAa U Tpa-
Xe! M3 KJIIETOK BEHTPaIbHON /1D mepBUYHON KUIIIKH.
Hopco-BeHTpaJibHasl MOJSIPHOCTh MEePEeTHEN KUIITKUA
yCTaHaBJIMBaeTCsl B OTBET Ha JEHCTBUE CUTHAJIOB
WNT, BMP u FGF ot knerok momiexalieii Me30-
nepmbl. @akTopbl WNT2, WNT2B akTUBUPYIOT 3KC-
MIPEeCCUI0 TPaHCKPUITIMOHHBIX (pakTopoB NKX2.1,
NKX2.5 m PAX1 B BeHTpa/lbHOII 4acTu TiepemHen
kuiku [37]. Dkcnipeccust Nkx2. 1 B BEeHTpaJIbHOM 00-
JJacTu mopjaepKuBaeTcss B pedyiabrare BMP4-omo-
CPeIOBAHHOTO WHTMOMPOBAHUS SKCIPECCUU TpaH-
CKPUIILIMOHHOTO (hakTopa Sox2, MapKUPYIOILIEero A0p-
caJIbHbIE CTPYKTYPHI MepeaHei KUIKU. Takke KIeTKU
Me3onepMbl 3KcTpeccupyoT dakrop NOGGIN, gB-
JIstronuiicst antaronuctoM BMP4, B pesyibraTe yero
B IOJJIEXKAIIMX SHTOAEPMAaTbHbIX KJIETKax He OJIOKU-
pyeTcs 3Kcrpeccus Sox2 v IIpONCXOINT JaIbHEHIIIee
pasaesieHue CTPYKTYp Ha CIIMHHBIE U OPIOIITHbIE OT/e-
Jabl. KpoMe Toro, cekpersts WNT KiieTkaMu 1opcalib-
HOI M€30JIEpMbI MHTMOUPYET DKCIPECCUIO TPAHCKPUIT-
LIMOHHOTO (hakTopa Nkx2. 1 B CHUHHOM YacTH nepeaHeit
kuiku. JduddepeHumanbHas aKcpeccus U B3auM-
Hoe marnonpoanne NKX2.1 1 SOX2 takke ydacTBy-
10T B (hOpMUPOBAHUM CHUHHO-OPIOIIHON MOJISIPHO-
ctu Kuiku [38—40].

MOJIEKVIJIAPHO-TEHETUYECKHE
MEXAHWU3Mbl ®OPMUPOBAHHWA
IMAPAITUTOBUAHBIX XEJE3 in vivo

IMapamuroBunHbIe Xee3bl GOPMUPYIOTCS U3 DH-
TOIEPMBI IJIOTOYHBIX MEIIKOB 3aponblia. Hawnbonee
BaXHBIM (paKTOpOM B (hOPMHPOBAHMH BCETO TITOTOYHO-
ro anmapara SIBJIsSIeTCSI KOHCEpBaTUBHbBIN TpaHCKPUII-
mmoHHEBIN (pakTop TBX1. Hapymenus rena 7bx/ moryt
NPUBOINTh K Pa3sBUTHIO CUHApOMA Aeelnu 22-i
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xpoMmocoMmbl (cuHapoM Jdu Jdxopmxu) [41]. Hokayr-
Hble 110 Thx ] MBI HE UMEIOT TUMYyCa 1 MapaliuTo-
BUIHBIX 3KeJIe3 1 ITOTUOAIOT IOC/IE POXICHUS B pe-
3yJIbTaTe Ie(PEeKTOB pa3BUTHS Ceplla, CKeIeTa U My-
ckymatypbel Jjuua [42, 43]. IlokazaHo, 4TO
aKcrpeccust Thx I B IIIOTOUHOM amriapaTe peryJupy-
ercga ¢pakropom SHH, omHako MexaHM3M TaKoM pe-
TYJISILIMU OCTaeTCsl HEM3BECTHBIM [44]. Dxcmpeccus
Tbhx1 B sHTOAEPME aKTUBUPYET IKCIIPECCUIO (PaKTOpOB
WNTI11IR n FGFSA B momnexxammx KieTkax Me301ep-
MBI, KOTOPEIE, B CBOIO OUepe/lb, CITTIOCOOCTBYIOT MOP(O-
reHe3y SHTOAEPMbI INIOTOYHBIX MELIKOB [45]. 3akian-
Ka 3a49aTKOB ITapalldTOBUIHBIX JKejIe3 KOHTPOJIUPY-
ercsa akropamu cemeiictBa FGF (FGFS, FRS2o),
BMP (BMP4), SHH, a takxe Hox-reHamu [46, 47].
KieTkn nepenHero 1opcajbHOIO SIUTENS 3-TO TJI0-
TOYHOTO MellIKa, 3Kcrpeccupyoime pakropel FGF8
n PAX1, natot Hauyasio ob11ieMy 3a4aTKy TUMYycCa U HUXK-
Hell maphl MapalllMTOBUIHBIX XKeJle3, KOTOPHIN Ioapas-
JIEJISIETCS Ha MapaTUPEOMIHbII Y TUMYCHBIM JTOMEHBI.
Takoe pa3meneHue o0OeCIEYMBAECTCS PELUITPOKHBIM
B3auMoeiicTBeM curHaIbHBIX ITyTeit SHH, BMP2/4
FGF8/10, ungynupytommx ¢opMrUpoBaHUE Mapalim-
TOBUIHBIX Xejie3 U Tumyca [48]. OCHOBHBIM MapKe-
pPOM TUMYCHOT'O JOMEHA SIBJISIETCS TPAaHCKPUIIIIMOH -
Heiii pakTop FOXNI1. B mapatupeongsHoM goMeHe
SKCIPECCUPYETCS  TPAaHCKPUILIMOHHBIA  (aKTop
GCM2, KOTOpBIii SBJISIETCS UCKIIIOUNTEILHBIM Map-
KepOoM Kak MpealleCTBEeHHUKOB, TaK 1 3peJIbIX Iapa-
TUPEOUIHBIX KJIIETOK U HeoOXxomuMm st ux audde-
peHLMpoBKU U BbkuBaHuUs [49, 50]. TTotepss GCM2
MPUBOIUT K aroITo3y MapaTUPEOUIHBIX IIpeallie-
CTBEHHUKOB [51]. MyTtauuu Gem2 BASIIOTCSI OAHOM
W3 TIPUYMH Pa3BUTHSI CeMEMHBIX (POPM M30JIMPOBAH-
HOTO TUIIONapaTupeo3a W TuIllepnaparupeosa [52,
53]. B HekoTopbix paboTax MpPOAEMOHCTPUPOBAHO
M3MEHEHHE YPOBHs 3KcIpeccun GemZ2 B ameHOMax
napamnMTOBUIHBIX XeJie3 [54].

PanHiowo nuddepeHIIMPOBKY MapaTUpPEOUTHBIX
kietok Hamnpasiaser SHH. YV Shh~—/Shh~ mbieit He
¢dopmMupyeTcsl 3a4aTOK MapalldTOBUIHBIX Keje3 U
IMOJTHOCTBIO OTCYTCTBYeT 3Kcmpeccusi GemZ2 [55].
KannumatHeIM (akTOpoOM, OITOCPEIyIONIM BIIUSTHHUC
SHH Ha opraHoreHe3 TpeTbero M 4eTBepTOro IiioTou-
HbBIX MEIIKOB, siBsgeTcsa TBX1 [56, 57]. [1pennonaraet-
Csl, 9TO PETyISTOPHBIN TIyTh Shh-Thx 1-Gem2 oTBedaeT
3a TIEpBUYHYIO JEeTepMUHALIMIO TapaTUPEeOUTHON
cynbs0bI KiteToK. Kpome Toro, TBX1 B3anmoneitcTBy-
eT ¢ TPAaHCKPUITIIMOHHBIM (pakTopoM FOXI3, yyacr-
BYIOILIMM B pa3BUTHHU IJIOTOYHOTIO arnapara u popmMu-
pPOBaHMM TUMYCA U NapalllMTOBUIHBIX XKeJie3 U3 SHTO-
JIepMBbl TpPeThel Iapbl TJIOTOYHBIX MEIIKOB. Foxi3
9KCIIPECCUPYETCSI B IHTOAEPME IJIOTOUHBIX MEIIIKOB
U BKTOJepMeE ITIOTOYHOrO arnrapaTta MbIIIW OTpuMep-
HO B TO Xe BpeMms, uTto U ThxI [58]. MHakTuBanms
Foxi3 B TBX1-momMeHe IIOTOYHBIX MEIIKOB ITPUBO-
IUT K anjasuu TUMyca W TapallMTOBUAHBIX XKeJje3
[59]. Foxi3~/Foxi3~ MBI HEXXU3HECITOCOOHBI U T10-
TMOArOT BHYTPHUYTPOOHO MJIM BCKOPE TMOCTIE POKICHUS B
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pe3ylbTaTe HapylleHus ()OpMUPOBAHMS U CETMEHTa-
MM TJIOTOYHOTO alliapaTa W, KaK CJIeACTBUE, Pa3BU-
TUS TSKEbIX 1eDEKTOB CTpOeH M Yyepena 1 auia [60].
DdopmupoBaHUe OOIIIETO 3aYaTKa TUMYyCa M HYDKHE ma-
PBI TTAPAlMTOBUIHBIX XKeJIe3 KOHTPOJIMPYETCST Peryisi-
TOPHOI CEThI0 KOHCEPBATUBHBIX TPAHCKPUIIIMOHHBIX
dakropoB HOXA3, PBXI, EYAl, SIX1/SIX4,
PAX1/PAX9, HapylleHrne KOTOPBIX IIPUBOAUT K TH-
MOIUTA3UM VI aIljIa3uy TUMYCa U apallluTOBUIHBIX
xkenes. Y Hoxa3~/Hoxa3~ mbliiieii TOJTHOCTBIO OTCYT-
CTBYeT 3a4aTOK IapalllUTOBUAHBIX XXeJie3 U TUMYyca
[61]. Y Pbx1~/Pbx 1~ mblleii HAOMIOOAETCSI TUTIOTLIA-
311 TTapalUTOBUIHBIX XeJle3 U TUMYyCa U CHUKEHUE
skcnipecenut Thx1 v Gem2 [62]. Y Eyal-/Eyal™ MbI-
IIei HET TUMYCa U ITapalluTOBUIHBIX XKeJie3. Y TOMO-
3UTOTHBIX MBIIIIEi ¢ HOKAayTOM r'eHa Six/ OTCyTCTByeT
TOJILKO TUMYC, IOCKOJBKY 3KcIipeccust GemZ2 MHU-
LUMPYETCSI, HO IPU 3TOM He IOIJIepXKUBaeTCs Hajee
B XO7le pa3BUTHs [63]. DKcIipeccust TPAHCKPUITLIOH -
Horo ¢aktopa PAX1 B TpeTbeM TJIOTOYHOM MeIlIKe
3aBUCUT OT akcnipeccun Eyal n Six1. Y Pax1~/Pax1~
MBIIIeH CHIDKEH YpOBeHb 3Kcrpeccun Gem2 m Ha-
OromaeTcs TUIOIUIA3Wsl MapalllMTOBUIHBIX XKeJie3
[61]. OtnmesieHue 0oOlLLIEro 3aYyaTKa IapadTOBUIHBIX
XKeJjie3 U TUMyca OT CTeHOK IJIOTOYHOI'O MEIIKa Mpo-
WCXOOUT B pe3yJbTaTe aIlolTo3a KJIETOK IION Meii-
ctBueM FGF, BMP4 u npyrux curHajioB, nocrynao-
LIMX U3 IToJIeXallleil Me3eHXUMBI [64—66].

BaxHy1o posib B cerperaliii 1 MUTpaliiy apaTu-
PEOMIHBIX MPEAIIeCTBEHHUKOB UTpaeT TPaHCKPUII-
nnoHHBIN ¢dakTop MAFB. ¥V rerepo3urorHsIx mo
MafB mpbiieii mapauTOBUIHbBIE XeJ1e3bl OLIMO0YHO
pacItonaraloTcs MeXIy TUMYCOM U IIUTOBUIHOI XKeJie-
3001, a y roMo3urot no MafB napaTupeoraHbie KJISTKU
HE MUTPUPYIOT M OCTAIOTCSI CBI3aHHBIMU C TUMYCOM
[67]. Dkcnpeccust MafB v nanbHeimas nuddepeH-
LIMPOBKA U CO3pEeBaHUE MMapaTUPEOUTHBIX KIIETOK pe-
TYJIUPYIOTCSI B3aMMOCBSI3aHHBIM KacKagoM (paKTo-
poB GATA3 u GCM2 [68]. HaubGosnee panHuM (ax-
TopoMm gBisgercss GATA3, 3a uum ciaenyer GCM2 n
nocine MAFB. Hokayr Gata3 y Mbllieit I puBOIUT K
HapyleHUIo (pOpMUPOBAHUS MapalIMTOBUIHBIX 3Ke-
JIe3 ¥ 3HAYUTENbHBIM dedeKTaM pa3BUTUS; Y TeTePO-
3UTOTHBIX 110 Gata3 MBIIIEN MapaninTOBUIHBIC Ke-
J1e3bI GOPMUPYIOTCS, HO HAOJIOJASTCS MX YaCTUIHAS
auchyukums [69]. GCM2 HHULMKUPYET SKCITPECCUIO
OCHOBHBIX MapKePOB 3peJIbIX ITapaTUPEOUTHBIX KIle-
TOK, TakKux Kak mapatupeouaHbiii ropmoH (ITTT,
PTH) PTH u xanpuuii-4yBCTBUTEIbHBINA PELICITOD
(CASR) [70]. ITokazaHo, 4TO MyTaLu reHoB Gem2,
Gata3wv Thx 1y MBIIIIN 1 YeJIOBEKa IIPUBOIST K Pa3BH-
THUIO TUTIoNapatupeonansma [71, 72]. Dxcrpeccus
Gata3, Gem2u MafB B napaTupeouIHbIX KJIEeTKaX Ha-
GarofaeTcs M Mmocjie 3aBeplieHus MopdoreHesa [67,
73]. B mocTHaTaJIbHOM IIEpHOAE HAaHHBIC (PAKTOPHI
bu3nIeCcKN B3aMMOAENCTBYIOT IPYT C IPYTOM, BBI3bI-
Basi CHHEpPIrUYHYIO aKTUBAILIUIO TpoMoTopa reHa Prh B
3peNbIX ITapaTUPEONTHBIX KJIeTKax [74].

IT'OJINYCOBA u np.

ANODOEPEHLUMPOBKA ICK
B ITAPATUPEONJIHOM
HAITPABJIEHWWY in vitro

Huddepenumpoka [ICK B mapatmpeonmHOM
HanpasJICHUH in Viftro, B COOTBETCTBUM C Pa3BUTHEM
in vivo, TIpearoaraeT No3TalHOe MOJTydeHUe KJIETOK
J9, nx nnddepeHINPOBKY B KJIIETKM aHTEPUOPHO
YacTU NepeaHeil KUIIKU, Jajee B KJIeTKA BEeHTPaJlb-
HOTO OTHeJa U 3aTeM B IPEIIIECTBEHHUKN TapaTu-
peounHbIx KieTok (mpe-I1TK) ¢ mociaemyromnmm pas-
MHOXEHMEM 1 CO3PEBaHUEM.

ITpoTtokonbl mofydeHus1 KjieTok 1D B HacTosiee
BpeMsl XOpOIlIO OTpaboTaHbl. BOJIBIIMHCTBO U3 HUX
OCHOBaHbI HAa aKTUBAaIIUX CUTHAJIbHBIX myTeid WNT u
TGFp ¢ momoiibio Activin A, BBITOTHSIIOLIETO POJIb
sMbpuroHanbHOro ¢dakropa NODAL, n mHrmOUTOpoB
GSK3B (CHIR99021 u sip.) cootBeTcTBeHHO [75]. YKe
JIOCTYITHBI KOMMepUeckrue HaOopbl s 3 dheKTuB-
Hoii nuddepeHuuposku [TCK B knetku /19, Takue
kak STEMdiff Definitive Endoderm Kit (StemCell
Technologies), PSC Definitive Endoderm Induction
Kit (Thermo Fisher Scientific), StemXVivo Endo-
derm Kit (R&D Systems) u 1p. B kauecTBe OCHOBHBIX
MapkepoB TUdGEepeHIIMPOBKU B MOJYYEHHBIX KJIET-
Kax /1D oOLeHMBaIOT 3KCIIPECCUI0 TeHOB SoxlI7,
Foxa2, Cxcrd, c-Kit, EpCAM, Mix/1 (puc. 1). BHacrto-
siee BpeMs CYIIECTBYIOT CTpaTerMM IO OTOOpY
HMIICK ¢ HauboblIMM 3HTOAEpPMATbLHBIM Audde-
PEHLIMPOBOYHBIM MOTEHIIMAJIOM B CBSI3U C KJIOHAJIb-
HeiMU pasnnuusamu UITCK gemoBeka B mpeapacIio-
JIOKEHHOCTH K nuddepeHInpoBKe in vitro [76, 77].
Kpowme Toro, HenaBHO ¢ MOMOIIBIO TOJIHOTEHOMHOT'O
CRISPR-ckpuHuHIa 0bUIO OOHAPYXKE€HO, YTO WHIHM-
oupoBaHue curHajibHoro nmytu JNK-JUN, omocpe-
noBaHHO Biustoliero Ha Bbixoa ITCK u3 nitopuno-
TEHTHOT'O COCTOSIHUSI, 3HAYUTEJIbHO TTOBBILIAET 3(-
¢deKTuBHOCTb MmojaydeHusi JID u ee MpOM3BOIHBIX
[78]. Ha ceromgHIIIHMI IeHb TakKKe pa3padoTaH P
MPOTOKOJIOB TI0 TMOJYYEHUIO KJIETOK BEHTPaJbHOTO
OTIeJIa SHTOAEepPMBI ItepeaHeil kuku [79—81]. Tem
He MeHee 3(PDeKTUBHOCTL Takoit 1nddepeHINPOB-
ku Bapbupyet cpeau auHuiit UITCK B 3aBUcMMOCTH
OT TEHETUYECKUX U OBIUTCHETUYECKUX OCOOEHHO-
CTei, a TaKKe cIrocoba permporpaMMmupoBanud [82].

Yto Kacaetcs nanbHeiiiieit nuddepeHINPOBKU
KOMMUTUPOBAHHBIX SHTOAEPMAIbHBIX KJIETOK B Tapa-
TUPEOUIHOM HaIlpaBJICHUM, B HACTOSIIIIEE BPEMSI OTCYT-
CTBYIOT 3(h(heKTUBHBIE U BOCITPOU3BOIMMBbIE CITOCOObI
MOJIy4EHMA TAapaTTOPMOH-TIPOAYLIUPYIOLINX KJIETOK U3
IICK uenoBeka. Ony61MKOBaHO HECKOJBKO MPOTO-
KOJIOB TIOJIy4eHMsI MapaTUPEOUIHBIX KJIETOK, OCHO-
BaHHBIX Ha MHOYKIIMY 3Kcripeccuu reHoB Gem 2, Casr
u Pth B KOMMUTHPOBAHHBIX SHTOAEPMAJIbHBIX KJIET-
Kax ¢ noMo1bio pakTopoB Activin A, FGF8 u SHH.
I1epBEIit OITyOJIMKOBAHHBIN ITPOTOKOJI ITAPATUPEONI -
Hoii nuddepeHIIMPpOBKY OCHOBaH Ha MOJIYyYeHUU
IITI'-cexkpeTupyoOIIMX KJIETOK Yepe3 cranuio 1D us
ACK ygeoBeKa ¢ TOMOIIBIO OTHOTO (hakTopa Activin A
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Puc. 1. INpumep ycnemHoit nuddepenmuposku MITCK dyenoBeka B kiietku J1D. UMMyHOLIMTOXMMHUYECKOE OKpalllMBaHUE
kieTok JID Ha sHTonepMasnbHble MapKepbl CXCR4 (3enenbiil kaHan) u FOXA2 (KpacHbli KaHam). Busyanuzauus sinep ¢ mo-
motrbio kpacutenst DAPI (cuHwuii kaHan). MacimrabHas inHeiika — 100 MKM.

AHTepuropHas DHTOIEepMa
HedunutupHas HTOAEpPMA JIOTOYHBIX
T1ICK SHTOIEpMA nepenHeit KUIIKN MEIIIKOB npe-I1TK IITK
JeHnb 0 JeHb 3—5 BMP Henens 1 Henens 2 Gata3 Henens 3 Henens 4
ata
TGFp WNT BMP Thx1 Shh
—> I —> —> —>
WNT FGF Shh Gem2
Gem?2
Oct4* Sox17" Sox2" ThxI* Gem2* Pth*
Nanog+ Foxa2™ Hoxa3" Nkx2.1" Casr™
Gem2™

Puc. 2. OcHoBHble aTanbl tuddepeHurpoku [TICK yenoBeka B mapaTupeouIHOM HaMpaBieHUU MyTeM MHIYKLIMU SKCIIpec-
cuu reHoB Gata3, Thx1, Shh u GemZ2 B KOMMUTUPOBaHHBIX SHTOIEPMAalIbHBIX KJIeTKaxX. BHU3y yKa3aHbl OCHOBHBIC T€HBI-Map-
Kepbl COOTBEeTCTBYIONIMX cTaguit nuddepeHunpoBku. [ICK — mumopuIioreHTHBIE CTBOJIOBBIC KiteTKU, npe-IITK — mpemnire-

CTBECHHUKMU IapaTupEoOnaHbIX KJIIETOK, MNTK — IapaTupeoOnIHbIC KIICTKH.

B IIPUCYTCTBMM HM3KMX KOHIEHTpalMii 3MOpHO-
HaJIbHOI Tesssubeit chiBOpoTKY [83]. B nanbHelimem
MIPOTOKOJ OBLT MOOU(PHUILIMPOBAH TOM Xe IPYIIION aB-
TOpoB yTeM goobasieHus pakropa SHH, 1 oieHeHa
MHIYKIWS 9Kcrpeccuu Prh B muddepeHImpoBaHHBIX
kjeTkax [84]. OCHOBHBIMU HEIOCTATKAMM IPEITOKEH-
HOTO II0aX0Aa SIBJISSIIOTCS TUTOXask BOCIIPOU3BOIMMOCTD
npoTokojia U ucnojib3oBaHue DCK, KyJIbTUBUPYEMBIX
Ha ¢punepe. B 2011 r. gpyras rpymnia rmokasaia, 9To MH-
ruoupoBanrie BMP u TGF-B-curHanbHbIX myTeil ipu
muddeperumpoBke [1CK B sHTOOEpMaTEHOM HaMpaB-
JIeHUM yBelmumBaeT 3((GEeKTUBHOCTh IUPdepeHII-
POBKM B KJIETKM aHTEPUMOPHOM 3HTOIAECPMBbI MepeaHei
KMIIKY, KOTOPBIE MOTYT CIIY>KUTb UICTOYHHKOM KIIETOK
napaTupeouaHoro psina. OmHakKo MpeaioKeHHast cxemMa
C MCIIOJIBb30BaHUEM IOIOJTHUTENBHBIX (hakTopoB SHH
u/vmm FGF8 mnst unaykimmy naparupeoraHoit nudde-
PEHILIMPOBKM OOEcCIIeurBajIa JIMIIbL HE3HAYUTEIHHOE
MOBBIIIIEHUE B3KcIpeccun GemZ2 MO CpaBHEHUIO C
KoHTpoJsieM [85].

Takum o6pa3oM, Ha CETOOHSIIHUI eHb aKTyallb-
HOI 3amadeii sIBisieTcsl pa3padoTKa BOCIIPOU3BOAMMBIX
n 3 dekTnBHBIX MeTOnOB TToydeHus [TTT -cekpeTnpy-
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rormx KiieTok 13 I1CK in vitro. J11st momydeHUsT KIIETOK
MapaTUuPEOUTHOTO Psiia MOXET ObITh MPUMEHEH MO/ -
X0l ¢ ucrnoyibzoBaHueM TexHoiaoruu CRISPR/Cas9
SAM, mipearioaralonii Cren@uIecKyr0 KOHTPOJI-
pPYEMYIO aKTUBALIMIO KITIOUEBBIX PETYJISITOPHBIX TE€HOB
rmapatupeorugHon auddepeHIMPOBKU B KOMMUTHUPO-
BaHHBIX SHTOJAEPMAJIbHBIX KJIETKaX-IMpeallecCTBEHHU-
Kax (puc. 2). IlockonbKy nomydyeHue KiaeTok 1D u 60-
Jiee MO3IHUX CTaauii pa3BUTHUSI TEpEeIHEro oTaelia
MEepPBUYHOIN KUIIIKK B HACTOSIIIIee BPeMsl He TIpeCTaB-
JISET 3HAUYUTETIbHBIX TPYAHOCTEN, OCHOBHBIMU MMUIIIE-
HSIMM T€HETUYECKHU TPOrpaMMUPYeMOi TTapaTUpeor/I-
HoI muddepeHIIMPOBKYN MOTYT CTaTh reHbl Gata3, Shh,
Thx1 n Gem?2, apasiolyecs: KIIOYEBBIMU MHIYKTO-
paMu rapaTupeoruaHoi 1uddepeHIUPOBKU in Vivo.

Pabota BrIMosHEHA B paMKax Hay4YHOTO MPOEKTa
PODU Ne 19-015-00209-A.

Hacrosgmag craTths He COIEPKUT KaKMUX-JIN00 MC-
CJIeJOBAaHUM C UCIIOJIb30BaHMEM B Ka4yeCcTBe OOBbEKTA
KNBOTHBIX.

Hacrosimast ctatbs He COIepKUT KaKMUX-JIM0O KC-
CJIEIOBAHUWI C yJacTHeM B Ka4eCTBE OOBEKTa JTIOACH.
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The Role of Genetic Factors in Organization and Regulation
of Endocrine Tissues Development in vivo and in vitro

D. V. Goliusova® *, N. V. Klementieva®, A. V. Panova®?, N. G. Mokrysheva’, and S. L. Kiselev* **
“Vavilov Institute of General Genetic, Russian Academy of Sciences, Moscow, 119991 Russia
b Endocrinology Research Centre, Moscow, 117036 Russia
*e-mail: daria.goliusova@mail.ru
**e-mail: sl_kiselev@yahoo.com

Endocrine cells can be fully functional after heterotopic transplantation into mammals that makes them a
powerful tool for regenerative medicine. However, the shortage of reliable and efficient approaches to obtain
endocrine cells in vitro limits the possibility of cell-based therapy of endocrine disorders. Here, we discuss
current data on genetic and molecular mechanisms of mouse and human endocrine tissues embryonic devel-
opment, as well as key genetic factors which regulate differentiation of pluripotent stem cells (PSC) in endo-
dermal lineage in vitro into endocrine parathyroid cells. Data presented allow us to suggest an alternative ap-
proach for parathyroid differentiation of PSC based on genetic programming by induction of key endogenic

differentiation factors expression.

Keywords: genes, developmental genetics, endocrine tissues, definitive endoderm, parathyroid cells, differ-

entiation in vitro.
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BAPUABEJIIBHOCTDb 1 DKCIIPECCUA TTAPAJIOTOB ®UTONHCHUHTA3bI

(PSY) Y BUIOB IIEPHA KJIAIbI Annuum
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B HacrosiiieM ucciaenoBaHum y TisiTi 00pas31oB Tpex BUnoB nepua (Capsicum annuum, C. chinense u C. frute-
scens), pa3IMYAIONINXCS MATTEPHOM ITMTMEHTAIUM IUIONA, MASHTU(MUIIMPOBAHBI TOMOJIOTH TeHoB PSYI n
PSY2, xomupylommx Kio4deBoil ¢epMeHT KapoTHMHOreHe3a — (UTOMHCUHTA3y. BHyTpu ucciaemyeMoii
TPYIIIBI IIeplieB ompeneieHa BapruadeIbHOCTh TEHOMHBIX IocienoBaTeabHocTet PSYI u PSY2 nu x/IHK.
IMocnenoBatenpbHOCTH 6eKOB PSY1 1 PSY?2 Gbutn cxomHb! (82%) v pasnudanich N- 1 C-KOHIIEBBIMU WH-
nmenstmu NAGLRYSD u KLETSSSL, a Takske KoHCepBaTUBHBIMU MOTHUBAaMU, XapaKTEPHBIMU IJIsI TPYIIII T'O-
moitoroB PSY2 1 PSY1. Bkcnpeccust renHoB PSY1 n PSY2 npoaHam3npoBaHa B JIMCThSIX, YaIlIEJIMCTUKAX, JIe-
MeCTKax, 3aBsi3M, a TAKXKe B KOXUIIE U MSIKOTH TIJIONOB B TIPOLIECCE CO3PEBAHMS Y aHAIM3UPYEMbIX 00pa3lioB
nepiia. [TokazaH MakcUMaJIbHBII ypOBeHb 3Kcripeccuu PSY1 B JiernecTkax, a Takke B [epuKapIie 3pejIbiX 110~
nmoB oopasuoB C. annuum u C. frutescens. Y obpasua C. chinense Pimenta da Neyde rex PSY1 sxcrpeccupo-
BaJICSI TOJIbKO B JIMCThSIX. TpaHCcKpunThl PSYZ2 oOHapyXeHbl BO BCEX aHAJIM3UPYEMbIX OpraHax oopa3ioB
rnepia, MaKCUMaabHBIN YPOBEHb — B JIUCThSIX, MUHUMAaJIbHBII — B Tiepukaprie mionos. [lonyyeHHble 1aH-
HbIe MpPeAIoJaraloT CoOXpaHeHWe y BUIOB Iiepiia romosioramu PSYI n PSYZ2 KOHCEpBaTUBHbBIX KITIOUEBBIX

¢yHKLMI B cMHTe3¢ KapoTuHOUIOoB B 1utonax (PSY1) u ¢porocunresupytommx tkaHsax (PSY?2).

Karouesoie crosa: putounHcunrtaza, PSY1, PSY2, Capsicum, Bunsl nepiia, oKkpacka Iuiona.

DOI: 10.31857/50016675821020041

Pactrenusi, 3a peakuM UCKIIOYEHUEM, SIBJISIIOTCS
(OTOCUHTE3NPYIOIIMMU OpTaHW3MaMM W TSI TIOTJIO-
ILIEHUs U TTpeodpa3oBaHUsI CBETOBOI SHEPTUU UCTIONb-
3YIOT TUTMEHTHI — XJIOPOGUILIBI U KAPOTUHOUIBI, TIPU
9TOM KapOTWMHOWIBI 3aleACTBOBAHBI TakKe IJIsI 3a-
IIUTHI MOJIEKYJ XJ10poduiLia oT (poTrookuciaeHus [1].
Bbonee Toro, KapoTMHOUIBI ABISIOTCS MPEAIIECTBEH -
HUKaMU (DUTOTOPMOHOB (aOCIIM30BOM KUCJIOTHI U
CTPUTOJIAKTOHOB), a MX IPOM3BOJAHBIE MOTYT neii-
CTBOBaTb KaK CUTHaJIbHbIE MOJIEKYJIbI B Ipolleccax
pa3BUTUS paCTEHUU 1 B OTBET Ha BO3JICHACTBUS OKPY-
Xaromeit cpensl [2—4]. Takke pacTeHUs WCIIOIb3YIOT
KapOTUHOM/IbI KaK ONTUYECKUE CUTHAJIBI TIPY B3aUMO-
JIEICTBUM C HACEKOMBIMHU U IPYTUMU KUBOTHBIMM, TTUT-
MEHTUPY$ LIBETKOBbIC OpraHbl U/WiIK IUTOnbI [4].

MexaHu3M OMOCHHTE3a KapOTMHOUIOB KOHCEpBa-
THBEH, OTHAKO IT0 Mepe 3BOJIIOLIMU PACTEHUI K OOIIei
ceLMaaM3aliuy JaHHBIX ITIMTMEHTOB T00ABJISUIMCH HO-
Bble (pyHKIMU. Tak, yBeauueHHe (POTOCUHTE3UPYIO-
IIeil MOBEPXHOCTU MPY 00pa30BaHUM ILUIOCKOTO JIUCTA
U3 pagraabHO-CUMMETPUYHOIO CTEOJISI MOBBICHIIO
HeoOxoauMocTh (oto3amuthl [1]. ITosBaeHue pe-
MIPOAYKTUBHEIX OPraHOB J00aBUJIO HEOOXOOUMOCTh
OKpacKM JIETIECTKOB M THIYMHOK IJIsl IIPUBJICUYCHUS

onputuTenieil [5]. Ilpeobpa3oBaHue cyxoro ruiojga B
COYHBbIN 1 OKpAII€HHBIM CAEIAJIO €r0 ITPUBJIEKATE I b-
HBIM IJIs1 JKMBOTHBIX, UTO JAaJI0 PAaCTEeHUSIM OOJIbIINE
BO3MOXHOCTHU B pacIipocTpaHeHuu ceMsH [6]. Takas
MHOT'O(PYHKIIMOHAJILHOCTh IIPOAYKTOB KAapOTHUHOTE-
He3a SIBJISIETCS CIAEACTBUEM SBOJIIOIIMOHHON TyILIM-
KalluMyd TOCHeAylIeld IuBepcuuKallui T€HOB
OUMOCHHTe3a KapoTUHOMIOB. IIpexne Bcero aTo Ka-
caeTcs TreHa-TIpeAlIecTBeHHUKA (putonHcuHTa3 PSY
(phytoene synthase), Y4bM IPOIYKTHI UTPAIOT KIIIOUYe-
BYIO pOJib B MHMIMALUM CHUHTE3a KapOTUHOMWIOB B
pa3IM4YHBIX OpraHax pacteHus [7, 8].

®duronHcuHTasza PSY nokanusyercsti B cTpome
MJIACTUI U KaTaIM3UpyeT oopa3oBaHme 15-yuc-mn3o-
Mepa (puTonHa, IIpealIeCTBEHHIMKA BCeX KapOTUHOM -
noB [7, 9]. Heckoibko mociaenymommnx cTaanii mpuBo-
ISIT K CUHTE3Y JIMKOIMHA, KOTOPbI B JaJIbHEHIIEeM
WCIIOJIb3YETCS IJIsl CUHTE3a O-KapOTUHA U 3-KapoTu-
Ha (OpaHKeBbIil TUTMEHT). B cBoIO o4yepenb, 0i-Kapo-
TUH U [3-KapOTMH MOTYT MpEeBpaliaThCsl B KEJAThIE
NUTMEHTHI JIIOTEUH U KcaHToduuisl [9, 10].

Y pacTteHuii onrcaHo OT OHOTO A0 TpeX Mapajo-
roB PSY. I'enom 31akoBbix (Poaceae) 1 HEKOTOPHIX
JIPYTUX BUIOB OJHOIOIBHBIX CONEPKUT TpH TeHa PSY
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[11]. ABymossHBIE BUABI B 3TOM ILIaHE OoJiee pa3HO-
oOpa3Hbl. K nmpumepy, B reHoMe Arabidopsis thaliana
(L.) Heynh. mpucyTcTByeT TOJBKO OIUH TeH PSY
[12]. dnsa mpyrnx OBYIONBHBIX ONMMCAaHO, KAK MUHM-
MYM, IBa reHa (UTOMHCHHTA3BL. B TO XXe Bpems reHoM
JIIOLIEPHBI M TOMATa COAEPXUT Tpu reHa PSY[3, 13].

IlepBbiit MACHTU(MUIIMPOBAHHBIA TeH (DUTOUH-
CuHTa3bl pacTeHunii, PSY1, criennpuruieH B OCHOBHOM
IS XpOMOILJIaCTOB U 3aefiCTBOBAH B IMUTMEHTAIIUU
COYHOTO TII0Aa Mpu ero co3pesanuu [14]. Ilpu or-
CYTCTBMU TpaHCKpunuuu PSY1 He mpoucXoguT CUH-
Te3a KapoTUHOUIOB B IJIOAAX, a CYIEPAKCIPECCUS
PSYI 3HauuTENHLHO YBEIWUYMBAET KApOTMHOTCHE3 B
3amacampllIrx opraHax (KIyoHsx KapTtodes, Iuiomax
tomata u T.4.) [15, 16]. Bropoii ren PSY2 crieunpu-
YeH, TpexXae BCero, ISl XJIOPOIUIAaCTOB U €ro 3KC-
Ipeccusi MaKCUMaiabHa B (DOTOCMHTE3UPYIOIIeit TKa-
v [17]. Tpetuii mapanor, PSY3, nneHTNGUIIMPOBaH
HE y BCEX BUIOB. Y TOMaTa, JIIOLEPHBI U 36 PHOBBIX
PSY3 akTuBeH B KOPHSX B OTBET Ha CTPECC, MHAYLIM -
pyeT CHHTE3 allOKapOTHMHOUIOB (OKMCJIEHHBIX ITPO-
U3BOAHBIX KAPOTUHOMUIOB), YIACTBYIOIINX B (hOPMU-
pOBaHMM CUMOMOTHUYECKMX M ITapa3uTapHBIX OTHO-
IIeHWi, a TakXke B ajanTaluuu K JeUIUTY
HEKOTOPHIX MUILEBBIX 2J1eMEeHTOB [ 3, 18].

benkn PSY1 1 PSY2 BBICOKO TrOMOJIOTMYHBI, OJI-
HaKO pa3InyaroTcs o OMOXMMUYECKUM CBOMCTBaM [7,
19]. Tem He MeHee HeJIb35I TOBOPUTH 00 MX CTPOTOi TKa-
HecreM(UYHOCTU: 00a reHa TPaHCKPUOUPYIOTCS B
ONMHAKOBBIX TKaHSIX, HO 3HAYUTEJIBLHO Pa3IMyaroTCs
(mo 100 pa3) ypoBHSIMM TpaHCKpuIiuu [3]. D10 00y-
CJIOBJIEHO TeM, 4To 3ddekTuBHOoCcTh PSY1 B KapoTu-
HoreHe3e Huxe, yeM PSY2, moatomy misi cuHTe3a
0OJIBIIIOTO KOJIMYECTBA KAPOTMHOUIOB B IJIOAX He-
o0xonumMm 0osiee BBICOKUIT YpOBEHb TPAaHCKPUIILIAHN
PSYI[20].

HawubGosnee ynobHOI U U3y4eHHOI MOIENbIO OIS
HCCIeJOBaHUS CO3PEBAaHUSI COUHBIX TLJIOAOB, BKIIIO-
yasi CUHTE3 BTOPUYHBIX META0OJIUTOB U BEPOSITHYIO
9BOJIIOLIMIO COOTBETCTBYIOIIUX MEHETUUECKUX MeXa-
HM3MOB, CUYUTAIOTCSI BUIIbI U COpTa ToMarta (CeKIus
Lycopersicon poma Solanum) [21]. Bugel TOMara
(GOPMUPYIOT LBETKU C XKEITHIMU JIeNeCTKaMM, HO
pa3IMyaloTCs OKpacKoii 3pelibiX IUionoB [22]. V to-
MaTa oBoIlIHOTO S. lycopersicum L. o6a reHa, PSYI u
PSY2, 3aneiicTBOBaHbI B OIpPENeICHUU OKPACKHU Jie-
necTkoB [7]. DTo cBUOETENLCTBYET 00 M3HAYAJIbHO
o61eit poau PSYI u PSY2 B okpacke JIETIECTKOB U O
0osiee paHHeM MpoucxoxaeHun PSY2 mo oTHolie-
Huto K PSY1, c npuodpereHneM PSY1nmo3mHee HOBOM
¢dyHKIIMM — TUurMeHTanus 1ionos [23]. Teopetuue-
CKMU TOJIyYeHHbI€ 3HAHUSI MOTYT ObITh MPUMEHEHBI K
IpyTuM (hOPMUPYIOIIMM COUYHbIE TUIOMIbI KYJIbTYpaM.

Pon Capsicum (Solanaceae) BkiItodaeTr Gonee 35
BUJIIOB, OOBEIMHEHHBIX 1O MOP(POPU3NOTIOrMIeCKIAM
MpU3HaKaM B HECKOJIbKO (DUIOTEHETUYECKUX KIIajl.
Bungpr C. annuum L., C. chinense Jacq., C. frutescens L.
(xmama Annuum) u C. baccatum L. (kitama Baccatum)
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OBUTH TOMECTUIIMPOBAHEI [24, 25]. Tlepelr hopmupy-
€T COYHBIN IUION, OKpacka KOTOPOTo pa3jinyaeTcs y
BUIOB 1 cOpTOB [26]. Kak n'y ToMara, TieprKapIt Iio-
JIOB TIeplia 110 Mepe CO3PEBaHUS IMPOXOAUT CTAIMIO 3a-
MEIIEHUS XJIOPOILIACTOB XpOMOILIACTaMU, B KOTOPBIX U
HaKaruIMBaloTCsl CUHTE3UpyeMble KapOTMHOUIbI [27].
Ha ceropusimmii nexp y C. annuum L. oOHapyKeHO 1Ba
napasora reHa duronHcuHTassl — PSYIu PSY2 [28]. B
OTJIMYKE OT TOMaTa, (POPMUPYIOILIETO LIBETKHU C 3KEJI-
TBIMM JIETIECTKaMM, LIBETKU BUAOB Capsicum MMeIOoT
0eJy10 Wi aHTOLIMAHOBYIO IMTMEHTAaILUI0, aKapOTH -
HOWJHBIN ITyTh B TToaax Capsicum UneT najibliie CUH-
Te3a JUKOMWHA 1 KApOTUHOB (OOBIYHBIX IJISI IJIOO0B
TOMaTa) U JOXOIUT 0 KCAHTOMOWUIOB 3-KapOTHUHO-
BOTO ITyTH, U3 KOTOPBIX MO ASHCTBUEM clleluduy-
Horo mist BunoB Capsicum epMeHTa KallCaHTMHKA-
ncopyouHcuHTasbpl (CCS) o0pasyoTcs KpacHbIe
MUTMEHTHI KariCaHTUH M KarcopyouH [26]. CocTaB
KapOTHMHOMIIOB B IUTOAAX Meplia 3HAYUTEIbHO OTIYa-
€TCsl OT TAKOBOI'O y TOMAaTa 1 IpeACTaBJIeH B OCHOBHOM
KalCaHTUHOM M KarlCOpyOMHOM, a Takxke [-KapoTu-
HOM, [3-KpUITTOKCAHTUHOM, JIIOTEMHOM, 3€aKCAHTH-
HOM, aHTPaKCaHTUHOM M BMOJIAKCAHTUMHOM, pa3jiny-
HOe couyeTaHUe U COOTHOIIEHUE KOTOPBIX OIpenessieT
MHOroo0pasne OTTEHKOB OKpacku IutogoB [29]. CyM-
MapHOe€ cojiepKaHne KapOTUHOUIOB B IIOAAX mepiia
3HAYUTEJLHO TMPEBBIIIAET UX KOJIWUYECTBO B TLJIOAAX
Tomara [26, 30]. YuuTeIBast BEILIECKA3aHHOE, MOXKHO
MPEANOI0XKUTh, YTO IIPSIMOM II€PEHOC JAaHHBIX IO
KapOTUHOI'€HE3y y BUIOB TOMAaTa Ha APYrue BUIBI C
COYHBIMM IUIOJAMM, B YACTHOCTH IIepell, HE COBCEM
KOPPEKTeH U HEOOXOAMMBI JTOIOJHUTEIbHbBIE YTOU-
HSIIOIIIME UCCIIeOBaHUSI.

Ilenpio HacTosIIEH PabOTHI cTajla OlleHKa Bapua-
OEIbHOCTU TMapajioroB (hUTOMHCUHTA3bl y BUIOB
Capsicum knagpl Annuum. JIJ1s1 3TOT0 Te€HbI, TOMOJIO-
rngHbeie PSYI n PSY2, 6pUti nOeHTUDUIIMPOBAHBI Y
BunoB nepua Capsicum annuum L. (copta Cubupsik,
Cupenesslii Kyo u Otemno), C. frutescens L. (copt Ca-
MmoliBeT) u C. chinense Jacq. (copt Pimenta da Neyde).
Brina oxapakTepr3oBaHa CTPYKTypa U (DUIOTEHUSI
UIEHTU(PULIMPOBAHHBIX TEHOB U OIpeAesieH NpodUib
HX 9KCIIPECCUM B JIMCTHSIX, YALLIETMCTUKAX, JISTTECTKAX,
3aBSI3U, a TAKXKE B KOXUIIE U MSIKOTH TIJI0JaB TIpoliecce
CO3pEeBaHUS, a TAKXKE BO3SMOKHbBIE KOPPEJISIIIUA YPOBHS
akcripeccun PSYI u PSY2 ¢ conepXaHueM KapoTH-
HOMOB B IUIOJIE B ITPOLIECCE CO3PEBAHMUSI.

MATEPHAJIBI U METObI

Pacmumenvnoiit mamepuan. B padbote ObLIM HC-
MOJIb30BaHbI 00pa3iibl TPEX POICTBEHHBIX BUIOB Ieplia,
dopmupyromux Kiaxy Annuum: C. annuum (copta Cu-
oupsik, CupeHeBblit Kyo n Otemno), C. frutescens (copT
Camouper) u C. chinense (copt Pimenta da Neyde)
(puc. 1). PacTeHus ObLIM BhIpallleHbl B MJIEHOYHOM’
teruie B PeaepaqbHOM HaydHOM LIEHTPE OBOIIIE-
BoacTtBa (MockoBckast 06j1acTh). HabGop TKaHeBBIX
MpenapaToB ISl KaXI0TO aHAIM3UPYEMOTO obpasiia
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Puc. 1. [Tnoasr aHammM3upyemMbix copToB niepuia: a — Cubupsk (C. annuum), 6 — Cupenessbiii kyo (C. annuum), ¢ — Oteno
(C. annuum), e — Camouper (C. frutescens), d — Pimenta da Neyde (C. chinense). llucbpamu 0603HaYeHBI CTAJINU CO3PEBAHUS
maonoB: 1 — He3penblii rion ¢uHaabHOro pasmepa (MF, mature fruit); 2 — 6nanxkeBsiii oion (IR, intermediate ripe; cooTBeT-
CTBYET Mepexoy K 3peJIOCTH C MOCTeNeHHON cMeHOoi okpacku); 3 — ruioa ouosiornueckoii cnienioctu (RF, ripe fruit). Mac-

mtabHast TMHKS paBHA 1 cM.

BKJIIOYQJI MOJIOAbIE JIMCThSI, YAILIEJIUCTUKHU, JIeTIeCT-
KU, 3aBSI3b, a TAK3Ke KOXUILY U MSIKOTb TIJIOJa Ha TPeX
CTaIMsIX CO3PEBaHMsI: HE3PEJblil oA (PUHAIBLHOTO
pa3mepa (MF, mature fruit); 6mamxkessiii mion (IR,
intermediate ripe; COOTBETCTBYET MEPEXOIY K 3peyio-
CTH C TIOCTENEHHOM CMEeHO# OKpacKu); Tjioa 61oJo-
ruaeckoii cnestoctu (RF, ripe fruit). Beiopannabie mis
paboThl copTa MPEACTABISIOT ABa OCHOBHBIX MAaTTEP-
Ha U3MEHEHMsI OKpacKM IUiojia B Mpoliecce co3peBa-
HUS Y BUOOB neplia KoMIuiekca Annuum. s copra
Cubupsak (C. annuum) moOCIeNOBaTEIbHOCTh U3Me-
HEHMsI OKpacKu cienyloas: 3ejaeHas (ctaqust MF),
Mo3auyHas 3ejieHo-KpacHas (cramus IR), rimyGokas
kpacHas (ctanust RF). Ing coproB Otenno u Cupe-
HeBbllt Ky0 (C. annuum) — 310 (puojieToBast (CTamus
MF), kpacHasi/duoneroBo-kKpacHasi (ctagust IR),
ryookast kpacHas (cranust RF). JIns Buna C. frute-
scens (CamouBert): ¢uojieToBas (ctagusa MF), 6aen-
Ho-xenTas (ctagus IR) u kpacHas (cranusi RF). O6-
pazen C. chinense (Pimenta da Neyde) dhopmupoBa
1106l (hUOJIETOBBIE HA BCEX CTAAUSIX PA3BUTHS, TPU
3TOM cTaaus ouosorndyeckoii crenoctu (RF) y man-
HOrO COpTa He BbIpaXKeHa, MO3TOMY ObLIM B3SIThI
ToJibKo TUIonb! cranuit MF u IR (puc. 1). UaouBumy-
ajibHble TKAHU PacTeHUI Kaxxaoro oopasiia cobupa-
JIU OJHOBPEMEHHO, U3MEbUYAIM B XKUIKOM a30Te U
xpanwiu npu —80°C.

Takum 06pa3oM, ISk XapaKTEPUCTUKU MEXKBUIO-
BOI1 BapnabEJIbHOCTA TeHOB (PMTOMHCUHTA3KI OBIIIN

B3SThI OOpa3lbl meplia ¢ TUIIMYHBIMU JIST IIeplLieB
narTepHaMy MUTMeHTaluu 1iona u oguH copt (Pi-
menta da Neyde) ¢ aHOMaJbHOM KapOTUHOUTHOMN
MUTMEeHTalen.

buoxumuueckuili anaiuz mraumell AHAAUSUDPYEMbIX
obpasyoe nepya. CogepkKaHue CyMMBI KADOTUHOUIOB
B IUIOAAX MCCIIeIyeMbIX 00pa310B Ieplia OIpeaesuin
METOJIOM CHEKTPO(POTOMETPUM B XJIOpohOpM-MeTa-
HOJIBHBIX 3KCTpaKTax, comiacHo [31, 32], B AByx 610-
JIOTMYECKUX U TPEX TEXHUUYECKUX ITOBTOPAX.

Hoenmugpukayus eomonoeos eenoé PSYI u PSY2.
M3 TkaHU JIMcTa KaXIOTO U3 MATU aHAJIU3UPYEMbIX
0o0pa3uoB mepia BeiAeasian reHoMHyo JJHK mero-
nom CTAB [33] u ucnionbzoBanu (100 Hr) B KauecTBe
Mmatpullbl s amrddukanuu JHK-mocnenosa-
TeIbHOCTEM, ToMoorndHbIX PSYI u PSY2. Ilpaiime-
pBI I aMIIM(PUKAIIMM U CEKBEHUpPOBAaHUS (dpar-
MEHTOB TTOJIHOpa3MepPHbIX TeHOB pa3pabaTbiBalu Ha
OCHOBE IOCTYNHEIX B 6a3e maHHbIXx NCBI momHore-
HOMHBIX mnociegoBatenbHocteil C. annuum PSYI
(LOC107868281 bifunctional 15-cis-phytoene syn-
thase, chromoplastic, Gene 1D: 107868281) u PSY2
(LOC107859651 phytoene synthase 2, chloroplastic,
Gene ID: 107859651) (ta6. 1). Ucrions3oBaiu mmpaiiMe-
pet CaPSYF/R u cienytonue ycnosust ITLHP: ncxonHast
neHatypauns (94°C 10 muH); 36 LMKJIOB JeHATYpaALAA
(94°C 40 c¢), orxura (56°C 40 c¢) u cunreza (65°C
4 MuH); (UHaAIBHOE HOCTpauBaHME (QpParMeHTOB
(65°C 7 MuH). I'eHbl aMIUIMPULIMTPOBAIIA C UCITONb-
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Ta6auna 1. Criucok ucrnob30BaHHBIX B paboTe MpaiitMepoB
Ten IIpaitmep IMocnenoBarenbHOCTH (5 — 3') HasnaueHue
CaPSY1F TCAGAATGTCTGTTGCCTTG Amruudukanus,
CaPSYlex3F ATGGTGCAGGAGAACAGAC CEKBCHUPOBaHNE
CaPSYlex3R AACTGTGTCGGACAAAGCAG
PSYI CaPSYlex5R CATCTACTAGCTGCGCTCAA
CaPSYlex5F TTAGCACAGGCAGGTCTATC
CaPSYIR TCCTGATTTCATGTTCTTGTAGA
CaPSYlex1R ACATCATATACCATCYGTTC
CaPSY2F AGCATGTCTGTTGCTTTGTTG
CaPSY2ex3F CTGATGAGCTTGTTGATGGC
CaPSY2ex3R AATCTGGAAACGGTATCGG
PSY2 CaPSY2ex4F CTCTATTGTTACTATGTCGCTG
CaPSY2ex5R AATCCTCCACTTATCAGTCAC
CaPSY2R CTTCATTCATGTCTTTGYTAGTG
CaPSY2ex1R CAACACCACATCATACACC
PSY1 PSYI-F GTGAAGAGACAGCTGAGATCG PB-IILP
PSYI-R TCTCCGGAGTCATTAGCATCG
PSY2 PSY2-F AAGGAGTCGCAGAACTGAGC
PSY2-R GTCGTTCGCTTCAATCTCATCTAA
Actin7 Actin7-F CATTGTGCTCAGTGGTGGTTC
Actin7-R TCTGCTGGAAGGTGCTAAGTG

3oBanueM nonumepasbl LongAmp® Hot Start Taq
DNA Polymerase (New England Biolabs, Ipswich,
MA, CIIIA) u tepmonukiiepa C1000 Touch Thermal
Cycler (Bio-Rad Laboratories, Inc., Hercules, Cali-
fornia, CIIIA). ITLIP-mpoayKThl oXnmgaeMoil TIMHBI
ounanu ¢ nomouisio QIAEX® II Gel Extractionkit
(QIAGEN, Hilden, I'epmaHusi), KJIOHHUpPOBaIXA B
Bektop pGEM®-T Easy (Promega, Madison, WI,
CIIA) u cekBeHupoBaiu (2—4 KjoHa IJisl KaxKI0TO
o6pasiia) Ha ABI Prism 3700 DNA Analyzer (Applied
Biosystems, Waltham, MA, CIIIA).

Cmpykmypublii anaauz eomonoeoe 2ewos PSYI u
PSY2 u kodupyembix umu beaxos. AHaN13 1 BEIpaBHU-
BaHME TTOJTyYeHHBIX HYKJICOTUIHBIX 1 aMIHOKHCIIOT-
HBIX TTOCJIeIOBaTeIbHOCTE MTPOBOAUIN C TTOMOIIbIO
nporpamMmbl  MEGA 7.0 (https://www.megasoft-
ware.net/) B CpaBHEHUU C U3BECTHBIMU ITOCJIEIOBA-
tenbHOCTIMU C. annuum PSY1 (Gene 1D: 107868281)
u PSY2 (Gene 1D: 107859651), a Takke c S. lycopersi-
cum PSYI (Gene ID: 543988) u PSY2 (Gene ID:
543964). KpoMe Toro, 6611 IpoBeaeH 6MonHGopMa-
IIMOHHBINA TTOMCK TOMOJIOTMYHBIX TeHOB B CEKBEHU-
poBaHHBIX TeHoMax BUIOB Iiepua C. baccatum n
C. chinense, OOHapy:KE€HHbIC I10CJIEIOBATCIBHOCTU
OBUIM WCITOJIB30BAaHBI B CPaBHUTEIBHOM CTPYKTYp-
HoM aHanu3e. [looxxeHne HyKJIC€OTUIHBIX 1 aMUHO-
KHUCJIOTHBIX 3aMEH ONpeaesisuii BHYTpU rpyniibl Cap-
sicum 1 oTHOCUTENbHO S. [ycopersicum PSYIn PSY2.
KoHcepBaTnBHBIE TOMEHBI 1 MOTUBBI B KOTUPYEMBIX
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Oenkax oIpenessui ¢ oMok mporpamm NCBI-
CDD (http://www.ncbi.nlm.nih.gov/Struc-
ture/cdd/wrpsb.cgi) u MEME 5.1.1 (http://meme-
suite.org/tools/meme). BausHue aMUHOKMCIOTHBIX
3aMeH Ha CTPYKTYpY U QGYHKILMHU OEJIKOB IIpeCcKa3hl-
Baiu ¢ Tiomoublo mporpamMmmbl  PROVEAN
(http://provean.jcvi.org/index.php). Ctpykrypy 6ei-
KOB aHaJIM3UPOBAJIU C UCITOJIb30BAHUEM ITPOTPAMMBI
Phyre2 (http://www.sbg.bio.ic.ac.uk/~phyre2/ht-
ml/page.cgi?id=index). MoaeKyasapHyl0 Maccy u
3HaYeHUE M303JeKTpruueckoit Touku (pl) onpenensi-
Jiu ¢ moMolibio mporpammsl Isoelectric Point Calcu-
lator (http://isoelectric.org/).

Dunocenus eenosé PSY1 u PSY2. J1na dpunoreHeTH-
YEeCKOTo aHaJin3a dBOJIOLMOHHBIX OTHOIIEHMI, KaK
UIEHTU(PUINPOBAHHBIX T€HOB, TaK W BUIOB Ieplia,
KCITOJIb30BaJIM U3BECTHHIE MOCICA0OBATEILHOCTU Te-
HoB, k/JIHK u 6enkoB PSY Tomarta S. lycopersicum
(PSYI, Gene ID: 543988; CDS ID: EU021055.1
(cv. Red Setter) u EF157835.1; PSY2, Gene ID:
107859651; CDS ID: EU021055.1 (cv. Red Setter))
n BunoB nepua C. annuum cv. Zunla-1 (PSYI1,
NC_029980.1:¢205334820—205328571; PSY2,
NC _029978.1:142877052—142881261), C. annuum
cv. Valencia (PSY1, GU085273.1), C. baccatum isolate
PBC81 (PSYI, (CMO008446.1:19444825—19449400;
PSY2, CM008444.1:141318038—141337266) u C. chinense
isolate PI1159236 (PSY1, CMO008434.1:12099868—
12105776; PSY2, CM008432.1:150147614—150156089).
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Tabauna 2. XapakTepucTUuKu romosioroB reHoB PSYI u PSY2y BunoB u coptoB Capsicum B cpaBHeHUM C S. lycopersicum

O6pasennepua | Ten | NCBIID FLa SK0na/MHTpota, Ten, | WHIG [ BEIOk |y o
1 I ITT v % i mo | ao.
C. annuumcopt | PSYI | MT313932 | 448/96 | 51/261 | 173/328 | 236/250 | 193/649| 159 | 2844 | 1260 | 419 | 47.140/8.25
Cubupsik PSY2 | MT313937 | 466/101 | 51/744 | 173/193 | 236/219 | 193/429 | 180 | 2985 | 1299 | 432 | 48.535/8.53
C. annuumcopt | PSYI | MT313933 | 448/96 | 51/261 | 173/328 | 236/291 | 193/649| 159 | 2885 | 1260 | 419 | 47.066/8.14
CrpeHeBbIi KYG | PSY2 | MT313938 | 466/101 | 51/744 | 173/193 | 236/219 [ 193/429| 180 | 2985 | 1299 | 432 | 48.430/8.60
C. annuum copr | PSYI | MT313934 | 448/96 | 51/261 | 173/328 | 236/250 [ 193/649| 159 | 2844 | 1260 | 419 | 47.094/8.25
Oremno PSY2 | MT313939 | 466/101 | 51/744 | 173/193 | 236/219 | 193/429 | 180 | 2985 | 1299 | 432 | 48.405/8.43
C. frutescens copt | PSYI | MT313935 | 448/96 | 51/261 | 173/328 [236/250 | 193/649| 159 | 2844 | 1260 | 419 | 47.126/8.25
Camouset PSY2 | MT313940 | 466/101 | 51/744 | 173/193 | 236/219 | 193/429 | 180 | 2985 | 1299 | 432 | 48.434/8.60
C. chinensecopr | PSYI | MT313936 | 448/96 | 51/261 | 173/328 | 236/291 | 193/649| 159 | 2885 | 1260 | 419 | 47.052/8.14
Pimenta da Neyde | pSY2 | MT313941 |466/101 | 51/753 | 173/193 | 236/219 [ 193/433| 180 | 2998 | 1299 | 432 | 48.362/8.43
S. Iycopersicum | PSYI | EF534740.1| 412/120 | 517423 | 173/313 | 236/518 | 193/689 | 174 | 3302 | 1239 | 413 | 46.615/8.10
copr Red Setter* | pSY2 | EU021055.1{484/107 | 51/710 | 173/267 | 242/227[193/398 | 180 | 3032 | 1317 | 438 | 49.326/8.05

IMpumeuenne. MW — MosnexyJisipHast Macca 06eikoB, k/1a; pl — nsoanexrpuueckas Touka. * [locnenosareapHocty U3 6a3sl NCBI.

AHAaJI3 TPOBOIUIN C TIOMOIIBIO METOAA OIVKANIIIX
coceneit (NJ; momenp Tomdbupanud B IIporpaMme
Modeltest) makera nporpamm MEGA 7.0.

Ilpogpunv Ko-3xcnpeccuu eomonoeoe 2ewoé PSY1 u
PSY2. Ilpenapatel cymmapHoit PHK Breimensiim mn3
OTOOPaHHOI'O0 PACTUTEIBHOIO MaTepuaia, OYMIIaIn
ot npumeceit [ITHK u ncnonp3oBanu Jisi cCMHTE3a
nepsoii nenu KJIHK (Ha6opsr RNeasy Plant Mini Kit
n RNase free DNasy set; QIAGEN, I'epmanus;
GoScript™ Reverse Transcription System (Promega,
CHLIA).

IIpoduns sxkcripeccun PSYI u PSY2 onpenensinu
MeToaoM KojmdecTBeHHoI IT1IP B pealbHOM BpeMeHU
(PB-I111P) c ucnons3oBaHnueM Habopa “PeakiimoHHas
cMech st mpoeneHust PB-TTLP B mpucyrctBuu SYBR
Greenl 1 ROX” (OOO “Cunron”, Poccust) 1 TepmMo-
nukiiepa CFX96 Real-Time PCR Detection System
(Bio-Rad Laboratories, CIIIA). Ilpaiimepsl nas
PB-IILIP 611 pa3dpaboTaHbl paHee, HaA OCHOBE J10-
CcTynHBIX B 0a3e maHHbIX NCBI mociegoBareibHO-
creit MPHK C. annuum PSY1 (X68017) u PSY2
(XM _016704726.1) [34] (Tabn. 1). dnsg HopMaiImn3a-
MM YPOBHSI TPAaHCKPUIILIMKM T€HOB MCIOJIb30BAIN
aKcIIpeccuio pedepeHcHoro reHa Actin7 [35]. Peak-
UM OPOBOOWIM B TpPeX TEXHUYECKMX IOBTOpax B
ciaenywomux yciaosusax: 95°C — 5 muH; 40 HUKIIOB
(95°C — 15 ¢, 62°C — 50 ¢). CratucTUYECKYIO 00paGOTKY
pe3yJIETaTOB TPOBOAWIM C IIOMOIIBIO MPOrpaMMbI
Graph Pad Prism v. 7.02 (https://www.graphpad.com).

PE3VIJIBTATHI

Hoenmughukayus u anasuz cmpyKmypoi 20M010208
PSYI u PSY2y o6pa3uoe mpex 6udoé nepuya

V o6pas3noB BunoB nepua C. annuum (copta Cu-
oupsik, CupeHeBbiii Kyo u Ortenno), C. frutescens
(copt Camouset) u C. chinense (copt Pimenta da
Neyde) ObU1H OIpenesieHbl TEHOMHBIE MOC/IeI0BATE b-

HocTr reHoB PSYI n PSY2, TOMOIOTMIHbBIE N3BECTHBIM
reHam PSYI u PSY2 C. annuum (NC _029980.1;
NC_029978.1). IlocnenoBaTe1bHOCTHY OBLJIM UIEHTU -
¢unupoBanbl, HaunHast ¢ ATG-komoHa, 6e3 He-
TpaHcaupyeMbix obsacteit 5'- u 3'-UTR, rone y PSY1
u PSY2S. lycopersicum HaxoasITCsl HETpaHCAUPYeMble
5K30HBI. OCHOBHBIE XapaKTePUCTUKM MOJTYYSHHBIX
T€HOB IIPUBEIECHEI B TA0JI. 2.

JnnHa reHoB PSY 1, comepkaliix mecTh K30HOB,
cocraBuia 2844 i (C. annuum cv. Cubupsik u Orei-
10; C. frutescens cv. CamouseT) u 2885 iH (C. chinense
cv. Pimenta da Neyde; C. annuum cv. CupeHeBBIi
Ky0) (Tabs. 2). PazHuuia B pa3Mepe reHoB ObLIa 00y-
CJIOBJIEHA TIPUCYTCTBUEM BCTaBKU 41 1TH B mHTpOHE V.
NutepecHo, uro B otmmume oT Pimenta da Neyde B
M3BECTHOM TIIocienoBarenbHocT PSYI o6pa3ua
C. chinense (CM008434.1:12099868—12105776) Ta-
Kkoii BctaBku HeT. [TocinenoBatensHocTh PSY1y C. bac-
catum (CM008446.1:19444825—19449400) nmena miv-
Hy 2846 iH, a 'y S. lycopersicum (EF157835.1) — 3302
(ot ATG 1o cTon-KoJoHa).

JdnanHa romonoroB PSY2 y mccnemyeMbIX BH-
JIOB/COPTOB Meplia cocTaBuiaa 2985 1mH, 3a UCKJTIOYe-
HueM C. chinense cv. Pimenta da Neyde (2998 nH, 3a
CUEeT ABYX BCTaBOK — 9 1 4 1iH B uHTpoHax Il n V). ¥
Buna C. baccatum nivHa reHa PSY2 coctapisina 2994 mH
(CM008444.1:141318038—141337266), a y S. lycoper-
sicum — 3032 ma (EU021055.1). Ananornuno PSY]I
reH PSY2 coaepXuT LIECTh 9K30HOB, pa3Mephl KOTO-
PBIX UOACHTUYHBI Y aHAJIM3UPYEMbIX 00pa310OB nepiia.

B cpaBuenuu ¢ PSYIu PSY2 S. lycopersicum B o-
cnegoBaTtesbHOCTIX PSYI m PSY2 viccnenyeMBIX 060-
pasuosB Capsicum 06110 0OHapyKeHO 955 1 847 MOHO-
HYKJICOTHUIHBIX BapuabebHbIX caiiToB SN Ps (28.24 u
27.09% OT BEIpPOBHEHHBIX JJIMH), U3 KOTOPHBIX TOJIBLKO
128 (13.40%) u 97 (11.45%) 6bUIM JTOKAJIU30BaHbI B
KOOVIPYIOIe MOCIenoBaTeIbHOCTH. MexXoy co6oit
TeHOMHBIC nocienoBareabHocTu PSY1/PSY2 06pa3iioB
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repua pasmmyannch yucioM SNPs: 75 (2.60%)/51
(1.70%), Gosbliie TPETH KOTOPhIX Haxommiuch B KJIHK
(24 (32.00%)/19 (37.25%)). Ilpm sTOM OGOMIBIIAS
yactb SNPs Obuta jokanmm3oBaHa B 3K30He I: 16
(66.70% Bcex k30HHBIX 3aMeH) y PSY1n 14 (73.70%)
y PSY2.

Pasmep xKIHK PSYI un PSY2y Bcex UCCenyeMbIX
06pasmoB nepiia coctaBui 1260 u 1299 mH cooTBeT-
ctBeHHO (Tabd. 2). Pazmmune B pazmepe kK IHK nByx
nmapanaoroB PSY o0ycioBiaeHO OOJbIIEN IIMHON 3K-
30HOB Il 1 VI rena PSY2.

Hnuna 6enkoB PSY1 u PSY2 6b11a nHBapuaHTHaA
y BCEX MCCIIeAyeMbIX 00pa3IoB KJIaabl Annuum 1 co-
craBmia 419 1 432 a.0. cooTBeTCTBEeHHO (Ta0II. 2; puc. 1
u 2 B IlpunoxeHun) U oTmiMyaiach OT IOCIea0Ba-
TeNbHOCTE TeHoB ¢uronHcuHTasel C. baccatum
(knmaga Baccatum) wuethippMmst (D194G, R91Q,
C/Y59W, G/A40V — PSY1) u onnumMm (VISF — PSY2)
3aMeIIeHUSIMHU a.0. (puc. 2), KOTOpbIe, TEM HE Me-
Hee, WMeIW HEeUTpaIbHBIN XapakTep (COrIacHO
PROVEAN). B nocnenoBatenbHoctu PSY1 coprta
Oresuto OOHApYKeHO BCEro OTHO 3aMellleHue a.o.,
KOTOpPOE BHYTPH TPYIIIBI aHATU3UPYEMBIX 00pa3IIoB
MOXET HMETh paJuKallbHbIii XapakTep (COIIacHO
PROVEAN) — M207V. B mocinegoBateibHOCTH PSY?2
coptoB CupeHeBbIi Ky0 1 Pimenta da Neyde Takke
OBLJIO OOHApPYXXEHO IO OAHOMY IIPEAIIOJIOXUTEIbHO
paguKaJbHOMY 3aMelleHuio a.o. — S1361 u N186T
COOTBETCTBEHHO.

B cpaBrenuu ¢ PSY1 Tomarta Bce umeHTU(UIIPO-
BaHHBIe Tomojioru PSY1 Capsicum wimenu BCTaBKY
R53InsQ64 (RWSFGSCLGGAQ) u pgeneuuio Ha
C-konue A408 R412del (ASLQR). B mocaenoBa-
tenbHOCTU PSY2 Capsicum, B cpaBHEHHU C TOMOJIO-
TUYHBIM OeJIKOM S. lycopersicum, BbISIBJICHA JeJICLIS
L32 _F37del (LESSRF) (puc. 2). AHanu3 uHpaencii B
nporpamMmMe PROVEAN moxkasan, 9To OHM HOCST
HEUTpaJbHbII XapaKTep U HE NOJDKHBI CYIIIECTBEHHO
U3MEHUTDb KOH(pOpMaLUIo U (PyHKIIMIO OesKa.

Heckonbko panukabHBIX 3aMEIIEHUI a.0. ObLIO
oOHapyxkeH»I IIpu cpaBHeHU PSY1 un PSY2 niepua ¢
COOTBETCTBYIOIIMMU Oesikamu S. [ycopersicum (S. ly-
copersicum vs. Capsicum spp.): Q79R, P106K, G1258S,
MI195V u W357L — mna PSY1 u G71D/G, S1421,
N192T u D335G — nng PSY2 (puc. 2).

B nesnoM uneHTUdULIMPOBAHHBIE TTOCIEI0BATEb-
aocty Tiepiia PSY1 n PSY2 ObIii BBICOKO TOMOJTOTHY-
HBI (MAeHTUYIHOCTE 82%). ['maBHBIM oTiiurieM PSY?2
ot PSY1 crano npucyrcrBue BctaBoK Ha N- 1 C-KOH-
e 6enka: NAGLRYSD (B nmoyioxxenuu 58—65 a.o.) u
KLTSSSL (B mosoxxeHuu 423—429 a.o.).

JonomHuTtenpHO ¢ ucroiab3oBanneM MEME 5.1.1
OB ITPOBEJAEH aHAIU3 BO3MOXHBIX KOHCEPBATUBHBIX
MOTUBOB, cneIuduIHbIX 111 6eakoB PSY1 u PSY2
(puc. 3). Bcero 061710 BBISIBJIEHO 14 1OCTOBEPHBIX MO-
TUBOB, 11 M3 KOTOPBIX OBIJIM OOLIMMU IJIST BCEX IMO-
ciiegoBaTeabHOCTe. BBITM BhISIBIIEHBI MOTUBBI 10 1
13, xapakrepHblie I Kiaael PSY2, n motuB 11, xa-
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pakTepHbIi 11 Knagel PSY1. OrcyrcrBue motusa 11
B nocyenoBateabHocTu PSY1 S. lycopersicum ObL10
00YyCJIOBJIGHO OTCYTCTBMEM cnenuduaHoi mjist Cap-
sicum BctaBKU R53InsQ64, 0 KoTOpoil ymnoMUHaI0Ch
BBIIIIE.

CormacHo pesyjibTaTaM aHajn3a B MporpamMme
NCBI-CDD Bce ananuszupyemsblie 6eyku nepia PSY1
(c 7510405 a.0.) u PSY2 (c 92 no 430 a.o.) conepxart
KOHCEpPBAaTUBHBINA JOMEH (PUTOMHCUHTA3bI. DTO TOJ-
TBEpP:KAAET TMPUHAMIEKHOCTh MACHTU(MUIINPOBAHHBIX
romojioroB PSY1 u PSY2 x ¢pepmenTam OmocmHTE3a
n3onpeHonnoB (Isoprenoid Biosynthesis enzymes,
Class 1), BXoOs1uMm B cyIliepceMeiicTBO CMHTAa3 U TepP-
IIEHOBBIX IIMKJAa3 (trans-isoprenyl diphosphate syn-
thases IPPS and class I terpene cyclases).

IIpoBeneHHBIM aHaAU3 CTPYKTYPHl TOMOJIOTOB
PSY1 u PSY2 B nporpamme Phyre2 nmo3Bosui mnpen-
CKa3aTb BO3MOXHYIO TPEXMEPHYIO CTPYKTYPY IaH-
HBIX 6e1K0B. C nocToBepHOCTBIO >90% MoneupoBa-
HBl 68% (PSY1) m 67% (PSY2) aMUHOKHCIIOTHBIX
OCTAaTKOB C MCIIOJIb30BAHUEM YEThIPEX CTPYKTYPHBIX
Matpuir: cdhdlA_ (129—390/135—-396 a.o., 62/60%-
Hoe nokpbiThe; squalene synthase HpnC, Alicyclobacil-
lus acidocaldarius); c5iysA_ (126—412/132—419 a.o.,
68/66%; phytoene synthase, Enterococcus hirae dehy-
drosqualene synthase); c3we9A_ (126—405/131—411 a.o.,
66/64%:; YisP, Bacillus subtilis); c2zcpA_ (3W7F; 126—
411/132—418 a.o., 68/66%; c(30) carotenoid dehydro-
squalene synthase CrtM, Staphylococcus aureus) [36].
Ocrasumecs 143 a.o. (B ocHoBHOM Ha N-KOHIIe) ObUIA
MOJEIMPOBAHbI ab initio. BeIIO BBISIBIEHO, 4TO (DOJI-
JuHT PSY-0e1K0B MMeeT MpeuMylleCTBEHHO CITAPaIb-
HBIM XapakTep (60—63%), 2% mocnenoBaTeIbGHOCTH
MPUXOAUTCS Ha B-cKiianku, a cTpykTypa 26% Heyro-
psnoueHa. ['omosorn o6onx GUTOMHCUHTA3 UMETU
GOJIBINYIO LIEHTPAJIBHYIO TTOJIOCTh, HAOIIOMAEMYIO U
B IPYTrMX WU3O0IPEHOUJHBIX CUHTa3aX, MCIIOJIb3YIO-
WX JAaHHYIO MOJOCTb IJisl MpUCTpauBaHUS Tyaa
npoaykra [36]. ExuHUUYHBIE cllydan 0OHapyKeHHBIX
HaMU paguKaJbHBIX MUcceHc-myTtanuii (PSY],
Otemio; PSY2, CupeHeBnlii Kyo u Pimenta da Ney-
de) HUKaK He BIMSIM Ha (DOJIAVHT ¥ aKTUBHEIE LICH-
TpHI OCJIKOB.

Dunoeenemuueckuii aHalu3

Jlas olleHKM (MIIOTEHUH MCCIIEAYEMBIX COPTOB U
BUIOB ITleplia ObLI MPOBeJeH KJIACTePHbI aHAIN3 U
IMOCTPOESHBI ACHAPOTPAMMbI HA OCHOBE ITOJTHOTEHOM-
HBIX, KOAUPYIOIINX U OEJIKOBBIX ITOCJIeTOBATEIBHO-
cTe WMIeHTU(PUINPOBAHHBIX ToMoJjioroB PSYI m
PSY2. lIng cpaBHeHUS B aHaIN3¢ ObUIA MCITOJIh30Ba-
Hbl M3BECTHBIC IIOCIIEIOBATEIBHOCTH TOMOJIOTOB
PSYI u PSY2 tomara S. lycopersicum, a TakKxKe TOMO-
JIOTUYHBIE MoceaoBaTeIbHOCTH BUIOB Tiepua C. an-
nuum, C. chinense n C. baccatum 13 0a3bl TaHHBIX
NCBI.
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288 OUIIOIINVH u np.

- C. annuum cv. Otello

2 ¢ frutescens cv. Samocvet

62 .
C. annuum cv. Valencia

811 . annuum cv. Sibiryak

3 C. annuum cv. Zunla-1

79 | C. chinense P1159236

PSY1

100 C. annuum cv. Sirenevyj cub

ﬂa chinense cv. Pimenta da Neyde
C. baccatum PBCS81

S. lycopersicum cv. Red Setter

100

S. Iycopersicum cv. Red Setter
C. baccatum PBCSI
99’7 C. chinense P1159236

0.05

- = 1

100 C. chinense cv. Pimenta da Neyde

35|, C. annuum cv. Zunla-1

PSY2

%6 C. annuum cv. Sibiryak

30 C. annuum cv. Otello

40t C. annuum cv. Sirenevyj cub

58L C. frutescens cv. Samocvet 2

Puc. 4. @uioreHeTMUECKUI aHAJTU3 MIOJTHOTEHOMHBIX TTOCJIEIOBATEIbHOCTE Y roMosioroB PSY1 u PSY2 Tomara S. lycopersicum
u BunoB niepua C. baccatum, C. annuum, C. frutescens n C. chinense (MEGA7.0, meton NJ, Tajima-Nei model, bootstrap 1000).
3HaueHus bootstrap m1s1 1000 BEBIOOPOK TOoKa3aHbl B OCHOBAaHUM BETBU.

Bce Tpu nosyyeHHBIE AeHAPOTrpaMMBbI ObLTA KOH-
TPYSHTHBI U TPYIIITMPOBAIN 06pa3libl B IBA OOJIBIINX
KJactepa, 00beAUHSIIONINX TTOCIeI0BATEIbHOCTH TO-
mojioroB PSY1 u PSY2 (puc. 4). Buyrpu kaxmoro
KJIacTepa IocJjenoBaTeabHOCTU S. lycopersicum dbop-
MUpOBaJId CECTPUHCKYIO BeTBb Kiame Capsicum.
Knager PSY1 u PSY2 Capsicum opraHu30BbIBIMCH
CXOOHBIM OOpa3oM: TocjenoBareabHocTu C. annu-
um, C. chinense u C. frutescens GOpMUPOBaJIN TPYIIITY,
CECTPUHCKYIO BETBb K KOTOPOI 00Opa30BbIBaT 00pa-
3en1 C. baccatum (puc. 4).

IIpoghuns ko-3xcnpeccuu eenoé PSY1 u PSY2

BOkcnpeccusi reHoB PSYI u PSYZ2 Oblna BIiepBbIe
MpoaHaJu3upoOBaHa B JIUCTbSIX, YallleJIUCTUKAX, Jie-
MecTKax, 3aBsI3U, a TAKXKe B KOXUIIE U MSIKOTU TLIO-
noB Ha Tpex ctaausix (MF, IR, RF) co3peBaHus y 06-
pasIoB Tpex BUAOB Mneplia (puc. 5).

V coproB Cubmpsgk, Otemno, CupeHeBBIT KyO
(C. annuum) n Camouper (C. frutescens) TpaHCKpPHUII-
T PSY] Oblmu OOHApPYKEHBI BO BCEX aHAJIM3UpYye-
MBIX OpraHax, Py 3TOM YPOBHU TPAHCKPUIILIMU 3HA-

YUTEIBHO BapbUPOBAJIM MEXIY pa3sHbIMUA OpTraHaMU
OIHOTO 0Opa3lia U OMHOTUITHBIMU TKAHSIMU Pa3HbIX
o0Opa3uoB. MakcuMajabHbIE YPOBHHM 3KCIIPECCUU
PSYI 6bUIM BBISBIIEHBI B JieliecTKaxX (Ha CXOOHOM
YPOBHE), a TaK:K€ B MepHUKapIIe 3peIbIX TIOA0B (CTa-
nus 3, RF). M koxwuiia, 1 MIKOTB ILIO1a JAHHBIX COP-
TOB COJIEPXKAIN JIMIIb CJIeIOBbIE KOJIUYECTBA TPaH-
ckpuntoB PSYI Ha cranuu 1 He3penoro miona (MF)
M XapaKTepU30BaJINCh UX PE3KUM POCTOM B 3PEIOIINX
mnonax (ctaguu 2 u 3, IR u RF). Motk 3penoro
mioma copta OTelio MMesa CaMblii BHICOKUIA ypo-
BeHb TpaHckpunuuu PSYI (B 10 pa3 BrIllle, 4YeEM Yy
OCTaJIbHBIX 00pa3lloB), OAHAKO B KOXMUIIE YPOBEHb
akcrpeccuu PSY1 Obl1 cOMOCTaBUM C TAKOBOM Y APY-
rux o6pas3uos 1epua (puc. 5).

B micTesax aHanmu3npyeMbIX 00pa3oB Mepiia 3KC-
npeccust PSYI 6b11a Ha ypoBHE MO0 CISOOBBIX KO-
JuyecTB (y copToB Oteiuio 1 CupeHeBblit Ky0), 1100
npocturaia 0.06—0.08 (y coproB Camorser, CUGHUPSIK
u Pimenta da Neyde). B ortmume ot ocTajgbHBIX 00-
pasuoB nepia y copra Pimenta da Neyde (C. chin-
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BAPUABEJIBHOCTD U BKCITPECCUSA TTAPAJIOTOB ®UTOMHCHUHTASEI (PSY)
a
Cubupsk CupeHeBbIid Otemno CamouBer Pimenta
KyO da Neyde
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Cubupsk CupeHeBbIit Otemno CamouBer Pimenta
Ky0O da Neyde
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Puc. 5. OtHocutenbHas skcnpeccusi reHa PSY1 (a) u PSY2 (6) B tuctbsix (JI), yvamenuctukax (H), nenectkax (JIE), 3aBsi3u (3),
koxwire (K) u Mmsakotu (M) muiomoB Ha Tpex cTanusix co3peBaHust (1 — He3peblit tuion huHansHOoro pasmepa (MF), 2 — 6i1aH-
xesbiii tiof (IR), 3 — mrox 6uonornyeckoii cnenoctu (RF)) o6pasuos nepua C. annuum (Cubupsik, CupeHeBblit Kyo, Ote-
10), C. frutescens (Camouset) n C. chinense (Pimenta da Neyde). 3HaueHus1, He UMEIOIIME TOCTOBEPHOTO OTIINIMA (Py1e >
> 0.05): PSYI—JIE vs. M3 (Cubupsik, Cupenesblii Ky6), K1 vs. M1 (Oremno); PSY2 — K2 vs. M2 u K2 vs. M3 (Cubupsik), M1
vs. K3, M1 vs. M3 u K3 vs. M3 (CupeHeBblii Ky0), M1 vs. M3 (Otesno), JI vs. 3 (CamouBeT).
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Puc. 6. ConepxxaHue cyMMbI KApOTUHOUAOB (MKT/T cbIpoit Macchl) B koxulie (K) u msikotu (M) T1oq0B aHAIU3UPYEMbIX COP-
TOB TIeplia Ha TpeX cTanausix co3peBanus (1 — He3penbrit twion duHankHOTO pasdmepa (MF), 2 — 6mamxessriit ruion (IR), 3 — ruton

ouonornyeckoii cnenoctu (RF)).

ense) aKkcripeccusi PSY1 BeIsIBIeHA UCKIIOYUTEIBHO B
JIMCThSIX (puc. 5).

Dkcrpeccus reHa PSY2 Oblia BhIsIBIEHa BO BCEX
aHaJIM3UPYEMBbIX OpraHax BceX IISITM COPTOB Tepiia
(puc. 5). Kak oxumanochb, MaKCUMaJbHbII YPOBEHb
TPaHCKPUMLIMU ObUT BBISIBIEH B JIUCTbSIX U HECKOJIb-
KO HUXKE — B YallleJIMCTUKAX U 3aBSI3U, a B KOXUIIE U
MSIKOTH IUIOIOB YPOBEHb 3KcIIpeccum PSY2 Obl1 Mu-
HuMajeH. Y coptoB CupeHeBblii Kyo, CaMouBeT U
Pimenta da Neyde 3HaunTeIbHBIEC KOJIMYECTBA TPAaH-
cKkpuntoB PSY2 ObIN IeTeKTUPOBAHBI B JIENECTKAX,
MIpY 3TOM Y TIEPBBIX IBYX COPTOB YPOBHU TPAHCKPUII-
muu 6611u coroctaBumMebl (0.017 u 0.019), a y copra
Pimenta da Neyde — Huxe B 2 paza (0.009).

CiienyeT OTMETUTD, YTO aHATU3UpyeMbIe 0Opa3IIbl
3HAYUTEJIbHO pa3IMYaliCh IO YPOBHIO 3KCIIPECCUU
PSY2 B muctegx. Tak, caMblii BBICOKWIA YPOBEHDB
Tpanckpunouu PSY2 B mACThIX OBIT 1MoKa3aH IS
copta CHOUpSK, TOTIa KaK OCTaJbHBIC COPTAa MUMETN
B 2—4 pasa MeHbIIee KOJINYECTBO TPAHCKPUIITOB
PSY2. B uenom skcnpeccust PSY2 B mACTBIX COPTOB
C. annuum Obna Boiie, yeM y C. chinense u C. frute-
scens (puc. 5). MHTepecHO, YTO B YallleIMCTUKAX
(apyroii (OTOCMHTE3UpPYIOLIUN OpraH) M 3aBsi3U
YpOBHHM 3Kcripeccun PSY2 Takke pa3andaivch, HO
IpU 3TOM HE KOPPEJIUPOBAIN C YPOBHSIMU 3KCITpeC-
CHUM B JTUCTHSIX (pHC. 5).

Codeporcanue nuemeHmos 6 nepukapne ni0006
anaauzupyemolx oopasyoe eudoe Capsicum;
83AUMOCE53b COOEPIHCAHUS CYMMbL KAPOMUHOUOO8
u ypoeus sxkcnpeccuu PSY

Copep:kaHUe CyMMBI KApDOTUHOUIOB OBIJIO OIpe-
JIeJICHO B IepuKapIie (KOXMIE ¥ MSIKOTH) IUIOIAOB B
Mpoliecce Co3peBaHUs (TpU CTAAUU: He3pEbli MI0;
G1aHXKeBasl CIeIOCTh; OMOJIOrMYecKasl CIeJI0CTh) TIsi-
TH 00pa3loB MCCIIeAyeMbIX BUIOB Iepia (puc. 6).

Crenblii U101 00pa31LOB Meplia, 3a UCKITI0YEHEeM
copta Pimenta da Neyde, xapakrepu3oBayics: BbICO-
KVM COJepKaHMEM KapOTUHOUIOB B Koxuile (236—
514 MKT/T cbIpoit Macchl) U MSIKOTH (121—723 MKT/T)
(puc. 6). B crienbix omax Pimenta da Neyde 66011 06-
Hapy>KeHbI TOJIBKO CJIEAOBBIC KOJMYECTBA KAPOTUHOW-
OB (MeHee 2 MKT/T). MOXHO TpearnoyioXuTb, YTO
KPacCHbIU CTENbIi MU0 YETHIPEX aHATU3UPYEMBIX COP-
TOB COIEPXXUT TUMWYHBIC IIJISI TIEpLIEB KpacHbIC ITUT-
MEHTbI — KapOTUHOU/IbI KATICAHTUH U KaricOpyouH [8,
26], TIpr 3TOM NIPUHAIUTEKHOCTD K OTIpeIeIeHHOMY BH-
ny Capsicum (C. annuum vwum C. frutescence) HUKaK He
CBsI3aHa C KOJIMYECTBOM HaKaruIMBaeMbIX KapOTUHOM-
noB. B 3penom mionme copra Pimenta da Neyde (C. chin-
ense) TIMUTMEHTAllMSl WCKIIOYaeT KapOTUHOUIBI U
¢dopmupyeTcs 3a cueT aHTOLIMaHOB [37].

ITonydeHHBIE pe3ynbTaThl CPABHUBAIU C TTPOhU-
JIeM BKCIIpeccur roMoJioros reHa PSY 1, skcrnipeccust
KOTOPOro XapakKTepHa IPEMMYIIECTBEHHO IS CO-
3peBalolrX IUIOA0B. bhUIO TToKa3aHo, UYTO yBelInye-
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HHMe ypoBHei TpaHckpurmuum PSYI B mepukapiie
IJIOAOB Teplia COMPOBOXIACTCS YBEJIMYECHUEM CO-
JepKaHUsl KapOTUHOUIOB.

OBCYXIEHUE

OO0pasnsl mepia, ucciaeayeMble B HACTOSIIEH pa-
00Te, MPeICTaBISIOT TPU OJIM3KOPOICTBEHHBIX BUIA —
C. annuum, C. chinense u C. frutescens, KOTOpbIe BM€-
CTe COCTaBISIOT Kiagy Annuum [24, 25]. CambiMu
GIM3KUMM K Annuum sIBJISTIOTCS BUABI KJ1aabl Bacca-
tum, oowemunusiomieit C. baccatum, C. baccatum var.
praetermissum (Heiser & P.G. Sm.) Hunz. u C. chacoense
Hunz. [24]. 'erom C. baccatum ceKBeHMpOBaH, 9TO Oa-
JIO HaM BO3MOXHOCTb MCITOJIb30BaTh B CPABHUTEILHOM
CTPYKTYPHOM aHalln3e MocienoparebHocT PSYI u
PSY2 C. baccatum B XadyecTBe IIPEACTABUTEIIS IPYTOit
KJIaJIbl TIEPIIEB.

st BUIoB KoMruiekca Annuum, KpoMe KpacHOM
¢dUHaNIBLHON OKpacKu TJI0Aa, XapakKTEepHBI 1Ba Mart-
TepHa U3MEHEHUsI OKPAaCKH TIJI0A B IIPOLIecCce CO3pe-
BaHUs: OT 3€JIeHOro K KpacHOMY (OCHOBHOM mar-
TEepH); OT (DMOJIETOBOIO K KpacHoMy [24, 25]. 13 B3s-
TBIX B aHAJIM3 COPTOB MEPBBIN MATTePH XapaKTepeH
mist copra Cubupsik (C. annuum). Bropoit marrepH
Habmogaetcss y coptoB Oteio u CupeHeBblid KyO
(C. annuum), Camouset (C. frutescens). Y copra Pi-
menta da Neyde okpacka 3pejioro rjoja He MeHsSIeT-
¢Sl 1 ocTaeTcsI proneToBoii (puc. 1), Tak Kak B KOXH-
1€ U MSIKOTH HE MTPOMCXOAUT HAKOTLJIEHUSI OKpallleH-
HBIX KapoTMHOUIOB. B pe3ynbTaTe B aHaIU3 ObLIU
B3SIThl YETHIPE COPTA C TUITMYHBIM JIJIS BUIOB Tepiia
KOMITJIeKca Annuum KapOTHMHOUIHBIM MAaTTePHOM
MUTMEHTALIMU TUI0JIa U OJWH COPT C aHOMAaJIbHOM Ka-
POTMHOMIHOM MUTMEHTALIUEM.

Hamu Ob1m naeHtudumupoBansl reHbl PSYI u
PSY2 y iati copToB Iieplia BUIOB KJIaabl Annuum.
CpaBHUTENbHBIN aHANNU3 BbISIBUJ HU3KUK YPOBEHb
HYKJICOTUIHOI BapuabdeJbHOCTU JUISI TOMOJIOTOB
Kaxnoro reHa. HeoObIYHBIM 0Ka3aJI0Ch TO, UTO 60JIb-
mas yacth (>30%) BoisiBieHHBbIX SNPs Gbuta CKOH-
LIEHTpUpOBaHa B 3K30HaxX. OaHAKO MPU 3TOM KaKue-
JINOO KPUTUYHBIE CTPYKTYPHbIE PA3IM4us TOMOJIO-
roB KakK MeXIy BUJaMu Annuum, Tak U B CpaBHEHUU
¢ C. baccatum orcyrctBoBasiu. [lociienoBaTebHOCTU
reHOB He cojaepXXadd HUKaKWX HOHCEHC-MYyTalluid.
IIpu 3TOM enMHUYHBIE CIyYyau paauKalbHbIX MUC-
ceHc-myTtaumii (PSY1, Orenno; PSY2, CupeHeBbIit
Ky6 1 Pimente da Neyde) He Bausiiu Ha QOJAMHT U
aKTUBHBIE LICHTPHI 0enKoB (cormacHo Phyre2) m He
BXOIWJIM B CHHUCOK MYTallWii, BBISIBICHHBIX paHee
npu aHanu3se 94 o6pa31oB neplia u MpUCyTCTBUE KO-
TOPBIX MOTJIO Obl U3MEHUTb AKTUBHOCTb (DUTOUH-
cuHTas [38].

B menoMm upeHTM(ULIMPOBAHHBIC ITOCICHOBATE/Ib-
Hoctu rtepua PSY1 1 PSY?2 060111 BBICOKO TOMOJIOTMYHBI
(MmeHTUIHOCTH 82%), 1 OCHOBHBIM oTinureM PSY1 ot
PSY2 cramo orcyrctBue Ha ero N- u Cl4-koHIe
BCTaBOK 8 1 7 a.0. COOTBETCTBEHHO. [TogoOHBIC pa3-
JINYUS XapakTepHbl U it PSY-0eakoB Opyrux BUIAOB
pactenmii. Tak, paHee i1 (PUTOMHCHUHTA3 3J1aKOBBIX
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OBUIO MPEATOJIOKEHO, YTO OTCYTCTBUE/HATMUME TAKUX
BCTaBOK MOXET KOppEeIMpOBaTh C JIoKaau3aluuei oemi-
KOB B IUIacTAaX KOHKpeTHoro tvia [ 18]. C mpyroii cto-
POHBI, TaHHOE MHEHHE YaCTUYHO OMIPOBEPraeTcs TeM
daxktom, uto PSY2 MoXeT KOMIIEHCUPOBATh OTCYT-
ctBue PSYI B inone 1iepna u, ciaemnoBaTenbHo, PSY2
MOXeT paboTaTh HE TOJBKO B XJIOpOILJIacTax, HO U B
xpomoruiactax [38, 39].

BbisiBIeHHOE BBICOKOE CTPYKTYPHOE CXOICTBO
oenkoB PSY1 n PSY2 y BuImoB 1iepna, B TOM YHCIIE Y
BUIOB pa3HbIX KJa, MpearoaraeT, 4YTo U (GpyHKIIUU
TOMOJIOTOB JAHHBIX OEIKOB BEICOKO KOHCEPBATUBHBI
cpenn copToB/BuaoB mepia. C 10CTaTOYHOI cTerne-
HbIO YBEPEHHOCTU MOXKHO CKa3aTh, UTO MO aHAJIOTUU
C TKaHecnelun(UYHbIM KapOTUHOTEHE30M Y TOMaTa
S. lycopersicum naeHTUGULMPOBAHHbIE HAMU TE€HBI
repiia MOTYT ONpeaeisiTh OMOCHHTE3 KAPOTUHOUIOB
B co3peBampouiux mionax (romojoru PSYI), doro-
CUHTE3UpPYIOINX TKaHIX (romojoru PSY2) u je-
nectkax (PSYIn PSY2 coBMeCcTHO).

Pasznuunbie copta Capsicum KiaccubULUUpyrOTCs
B OCHOBHOM MO MOP(OJOTUYECKIM XapaKTepHUCTUKAM
1iofa, B YaCTHOCTHU IIO €ro OKpacKe, OIpeaesisieMoi
MUTMEHTAMU, TJIaBHBIM 00pa30oM MPUCYTCTBUEM U CO-
OTHOIIIEHUEM Pa3INYHbIX KapoTUMHOMAOB [29]. duHa-
MUKa UBMEHEHUST OKPaCKU MEHSIETCS IO MEPE CO3pe-
BaHWUS TJI0Aa, TPU 3TOM CUHTE3 KApDOTUHOMIOB UACT
noctosiHHO. o ctanuu MF okpacka miona au6o 3e-
JIeHas1 (XJIOpPOIUIACThI MPeo0IaIaloT U XJIOPODUIIIBI
MacCKUpPYIOT MPUCYTCTBUE KAPOTUHOUIOB), 1100 -
oJieToBast (MOMUMO XJIOPOTUIACTOB C XJIOPOGUIIOM U
KapoTUHOMIAMU B BaKyOJIsSIX HAKaILJIMBAKOTCSI aHTOLIMA-
Hb1). [To mepe co3peBanus (ctamuu IR, RF) B o6pasyio-
ILIMXCSl XPOMOILIACTaX HaKaIlIMBAeTCsl CJI0XHAs CMECh
KapOTMHOMIOB, OT COCTaBa KOTOPOI 3aBMCUT OKOHYA-
TeJbHAsA OKpacka 3peJioro 1ioaa — 3eJIeHO-KOpUYHe-
Basl, >KeJITasl, opaHXKeBasi, KpacHasi /Wi TeMHO-Kpac-
Hasg [29, 40].

Cpeny copToB, B3SITBIX B HACTOSIIIIEE UCCIENOBaHNUE,
Cubupsk (C. annuum) hopmupyet 3eaeHbiii MF mion,
a 4yeThIpe OCTaIbHbIX copTa — (prosieToBbIi. [To Mepe
co3peBaHus 1o copTta CUOMPSIK MEHSIET OKPAcKy C
3esieHo-KpacHoi (IR-miox) Ha TeMHO-KpacHYIO
(RF-1mtom). McxonHOo (moIeToBBIE ILIONBI COPTOB
Otenno, CupeHeBriii Kyo (06a — C. annuum) n Ca-
mouseT (C. frutescens) MEHSIIOT OKpacKy ¢ KpacHO-
ro/opamxeBoro orreHka (IR) Ha kpacusiii (RF).
Okpacka 1ioga y copta Pimenta da Neyde (C. chin-
ense) — (prosieToBasl Ha BCEX CTAAMSIX CO3PEBaHUS.

M3MeHeHue OKpacKH TI0Ja 1o Mepe ero co3peBa-
HHSI MOXKET ONpPEeIeISIThCS Pa3InIHONM aKTUBHOCTBIO
dutonHcuHTasbl PSY1. OgHako y BceX MSITU aHaIM-
3MpyeMbIX 00pa3lioB, BHE 3aBUCUMOCTH OT ITaTTepHA
MUTMEHTAlMM IUI0Aa U BUIOBOI MPUHAIIEXKHOCTH,
KaKHe-JT1M00 paauKajlbHble CTPYKTYPHBIE Pa3IMUUs
MeXay NACHTUDUIIMPOBAHHBIMU PSY 1 OTCYyTCTBYIOT.
BTO MpeanojaraeTt, 4YTo pa3Hblil ypOBEeHb OMOCUHTE-
3a KApOTUHOMIOB B IUIOJAX JAHHBIX 00pa31lOB 3aBU-
CUT He oT akTuBHOCTU (pepMmeHTa PSY1, a oT ypoBHS
TPaHCKPUIMLIM Kogupylollero ero reHa. M neiicteu-
TEJIBHO, YPOBEHB BKCIIPECCUN TOMOJIOTOB TeHa PSY]
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B IUIOJAX aHAIM3UPYEMBIX COPTOB IIeplia IIPSIMO Koppe-
JINPOBAJ ¢ colepXaHreM KapoOTMHOMAOB U MpHoOpeTa-
eMOIi MU TI0 Mepe CO3peBaHmsT OKpacKoii. Tak, oTcyT-
CcTBUE TpaHCKpUNTOB PSY1 1 KpaitHe HU3Kasl SKCIIpec-
cust PSY2 B momax Pimenta da Neyde (C. chinense)
KOppEJINPYET ¢ 3eJIEHO OKpacKoil MIKOTH IjIofa u
CJIEIOBBIMM KOJIMYECTBAMM KapOTUHOMIOB. B TO ke
BpeMsI Hauboliee BBICOKMM YPOBEHb 3KCIIPECCUU
PSY1 B nnepukapne riona copta Otesno (C. annuum)
COOTBETCTBYET TEMHO-KPACHOM OKpacKe 3peyioro
IUIOJa, IO-BUOAMMOMY, 3a cYeT 0ojiee aKTUBHOTO
CUHTE3a U HaKOILJIEHUS KpaCHBIX KApOTUHOUIOB.

Cuwnraercs, yto PSY1 IBaseTCS XpOMOILIACT-CIIe-
nnduaHoi duToMHCMHTAa30i1 [ 14]. OnHako B HaIeM
cllydae cyllecTBeHHas1 akcnpeccust PSY1 Habmona-
JIach B JIUCTBSIX W YAIlleJMCTUKAX Y psima oOpaslioB
(Cubupsik, Camouser u Pimenta da Neyde). IIpu
3TOM 00pa3Ibl pa3INYaINCh IT0 YPOBHIO 9KCIIPECCUM
reHa (puc. 5). IlonydyeHHBIEe pe3yabTaThl Ha IeplLax
COBITAAIOT C AJAHHBIMU IO TOMATY U JIOLIEpHE, TIe
TakKe OblIa mokKasaHa TpaHnckpunonus PSYI B doto-
cuHTe3upytoimux opranax [3]. C yueToM cKa3aHHOTO,
a TaKkKe IIpUHUMasi BO BHUMaHUe CITocooHocTh PSY2
komneHcupoBaTth PSY! [39], MOXHO MPEanoaoKUTh
aHaJIOTUYHbIE BO3MOXHOCTU PSY 110 OTHOIIEHUIO K
PSY2 n roBOpUTH O BIUSTHUM COBOKYITHOTO YPOBHS
skcnpeccuu PSY2nu PSYI

HMHTepecHo, 4YTO MOJIydYeHHbIE HaMU MaTTePHBI
akcnpeccuu PSY1 B TKaHSIX nepiia B 1IeJIOM IIOBTOPSI-
10T npoduab TpaHckpunuuu PSY1 S. lycopersicum
[7], yero Henmw3s ckazath o PSY2 (puc. 5). Makcu-
MaJIbHOE€ YMCJIO TPAHCKPUIITOB PSY2 NpUCyTCTBYET B
JieTleCTKax ToMara, Mpu 3TOM B JIUCThSIX, YallIeJIMCTU -
Kax U 3aBsI3U JAHHBI T'€H 3KCIIPECCUPYETCS 3aMETHO
ciabee [7]. Y mepua xe HanOOIbINUI YPOBEHb TPAH-
ckpunouu PSY2 Obin oOHapy:keH HaMHW B JIMCTBSIX
(puc. 5). Mbl nojlaraeM, 4To IMoI00HbBIE pa3InUMs Je-
KaT B OCHOBE pa3HOW NUIMEHTAllMM JIETIECTKOB
I[BETKa ToMaTa (CKeAThle) M meplia Kiaabl Annuum
(6enbie/duoneroBbie) [23, 29]. HomoaHUTEIbHBIM
TOMY TIOATBEPXKIEHUEM SIBJSIETCS TO, UTO TMOAABJIE-
HUe 3Kcrnpeccun reHoB PSY1u PSY2 IpUBOIUT K IT0-
4T OeJI0i OKpacKe JIeIeCTKOB 1iBeTKa Tomara [41].

Takum o0bOpa3oM, B HACTOSIIEM UCCIIEIOBAHUU Y
MSATU 00pa3loB TpeX BUIOB Tepiia Kiaaabl Annuum
UAEHTUGULIMPOBAHBI Y OXapaKTepU30BaHbl TOMOJIO-
i reHoB ¢utonHcuHTas PSYI u PSY2, onpeneneH
npopUIIb KO-3KCIPECCUN 3TUX T€HOB B BEreTaTUuB-
HBIX M pePOAYKTUBHBIX OpTaHaX U IIPOBeAcHA OLICH-
Ka ero KOppesiliuu ¢ coaep>kaHueM KapOTUHOUIOB B
miomax. BeIcokoe CTpYyKTypHOE CXOICTBO TOMOJIOTOB
MEXIy COOOM CBUIETEILCTBYET O COXPAaHEHUU UMU
KOHCEPBATUBHBIX KITIOUEBBIX (PYHKII (PUTOMHCHH-
Ta3 B CMHTE3e¢ KapoTUHOUAOB. OTCYTCTBUE 3aMellle-
HUI B (pyHKIIMOHAILHO 3HAYMMBIX yJ4acTKaX aHaJIu-
3UpyeMBIX ToMoJioroB PSY cBUIETEIECTBYET O KOp-
PEKTHOM TpaHcrnopTe, GOJANHTE U aKTUBHOCTH 3TUX
¢depmenToB. [lokazana skcrpeccust PSYI He TOIBKO
B IJI0/aX, HO TaKxXe Y B (POTOCUHTE3UPYIOIINX Opra-
Hax. [IpeamoaraeTcst, YTo U3BMEHEHUS B 9KCIIPECCUU
PSYI n PSY2 cBg3aHbl ¢ TOTUMOP(PHU3IMOM PETYJIISI-

OUIIOIINVH u np.

TOPHBIX obnacteid. CresaHo TPEaIoIoXeHUe O Cyllie-
CTBOBAaHMM B3aMMHON (DYHKIIMOHAJIBbHOI KOMIIEHCa-
mn pepmenTamu PSY1 1 PSY2 dyHkuwmii npyr apyra.
IMonTeepxkaeHa npsiMasi KOPPESLUSL MEXITY YPOBHEM
aKcrnpeccuu reHa PSY1 u conepxkaHreM KapoTUHOUIOB
M, KaK CJIENCTBUE, C KAPOTMHOWIHOW MUTMEHTaluei
IUTOZIA B MPOLIECCE CO3PEBAHNS.

PabGota BeITOTHEHA TIpU (GDUHAHCOBOI MOMIEPKKE
rpanTa Poccuiickoro HayyHoro doxna Ne 19-16-00016,
C WCMOJIb30BaHMEM BSKCIEPUMEHTAIbHON YCTAaHOBKU
nckyccrBeHHoro xmmMara (YUK, ®UILI buorexHo-
noruu PAH).

Hacrosasg craTths He COOEPKUT KaKMX-JI100 1C-
CJIEIOBAaHUM C UCIIOJIB30BAaHUEM B KaueCTBE OOBbEKTA
JKUBOTHBIX.

Hacrosmag craTths He COIEPKUT KaKUX-JI100 MC-
cJIeIOBaHUI1 C y4acTHEM B Ka4eCTBE OOBEKTA JIIOACIHA.

ABTOpBI 3asIBJISIOT, YTO Y HUX HET KOH(JIMKTA VH-
TEpPECOB.
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Zunla-1 MSBALL [NRIFDSSERRNL. KQRWS: £Yol AaTE LRQAR . 105
Sibiryak MSMALL INRIFDSSERRN RIK KQRWS! AQ ATP. 'LRQARA. . 105
Sirenevij kub MSMALL [NRIFDS|SERRNL. RIK KQRWS. AQ ATP, LRQAA! : 105
Otello MSHALL [NRIFDSSERRNL. RIK KQRWS! AQ ATE LRQAZR 0 105
Samocvet MSEALL [NRIFDSSERRNL: RIK KQRWS AgQ ATP LRQARA 2 105
Pimenta da Neyde MSEALLWENS [NRIFDSSERRN RIK. RQRWSFESELEBAC ATP. LRQERINE : 105
MSVALLWVVSPCDVSNGTGFLVSVREGNRIFDSSGRRNL CNERIKRGGGEQRWSFGS LGGAQTGSGRKFSVRSAIVATPAGEMTMSSERMVYDVVLRQAALVE
* 120 * 140 160 * 180 * 200 *
Zunla-1 RQLRST [KEDIPI [ YAKTFY. RRRKAIWAL PNASHITPAALDR RPFODMLDA : 210
Sibiryak RQLRST. [KRDIPI [ YARTFY. RREAIWAT PNASHITPAALDR RPFDMLDZ : 210
Sirenevij kub RQLRST [KKDIPI [ YARKTFY, RRKAIWATL PNASHITPAALDR RPFDMLDAE : 210
Otello RQLRST [KRDIPI YAKTFY. RREAIWAT PNASHITPAALDR ReFO§LDA : 210
Samocvet RQLRST [KEDIPI [YAKTFY. RRRAIWAL PNASHITPAALDR RPFDMLDZ : 210
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Puc. S1. AMUHOKHMCIOTHBIE TocienoBarebHocT PSY1 aHanmm3upyembix copTtoB mepuia u coptra Zunla-1 (C. annuum;
NP_013111896.1).
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Variability and Expression Pattern of Phytoene Synthase
(PSY) Paralogs in Pepper Species

M. A. Filyushin® *, E. A. Dyachenko?, G. 1. Efremov*, E. Z. Kochieva“, and A. V. Shchennikova“

4[nstitute of Bioengineering, Research Centre of Biotechnology of the Russian Academy of Sciences, Moscow, 119071 Russia
*e-mail: michel7753@mail.ru

In this study, the PSYI and PSY2homologous genes were identified in five accessions of three pepper species
Capsicum annuum, Capsicum chinense and Capsicum frutescens, differing in fruit pigmentation pattern. Within
the studied pepper accessions, in the PSY1/PSY2 genomic sequence variability was determined. The PSY]1
and PSY2 sequences were 82% similar and differed in the N- and C-terminal NAGLRYSD and KLTSSSL
indels, as well as in the conserved motifs characteristic of the PSY2 and PSY1 homologs. The PSY1and PSY2
expression was analyzed in leaves, sepals, petals, ovaries, as well as in the peel and pulp of the fruits at the
three stages of ripening in all five analyzed accessions. The maximum level of PSY expression was shown in
the petals, and in the pericarp of mature fruits of C. annuum and C. frutescens accessions. In the C. chinense
accession, PSY1 was expressed only in leaves. PSY2 transcripts were found in all analyzed organs of all pepper
accessions; the maximum level was in the leaves, and the minimum level was in the fruit pericarp. The ob-
tained data suggest that the PSY1 and PSY2 homologs of pepper species retained conserved key functions in
the carotenoid synthesis in fruits (PSY1) and photosynthetic tissues (PSY2).

Keywords: phytoene synthase, PSY1, PSY2, Capsicum, pepper species, fruit colour.
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ITEHETUYECKAS UBSMEHYUBOCTD B ITOITYJIALIMNAX
Pinus sylvestris, Picea obovata, Abies sibirica 1 HA BBIPYBKAX
B I0KHO¥ TAUTE CPEAHEN CUBUPU
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HccnenoBaHa M3MEHYMBOCTD MOJUMOPGHBIX (hepMEHTHBIX JOKYcOB Yy 1180 ocobeii monpocTa B YeThIpex
nonynsauusx Pinus sylvestris L., Picea obovata Ledeb. n Abies sibirica Ledeb., Ipon3pacTamolnx B YCIOBUSIX
toxHoit Taiirn CpenHeit Cubupu, Ha yyacTKax, MpOiAeHHBIX pyOKaMU pa3HOl MHTEHCUBHOCTU, U B KOH-
TpoJie (B TOM uuciie, B 15 BBIGOpPKax COCHbI OOBIKHOBEHHOI, 13 BhIOOpKAxX eI cMOMpPCKOoil 1 16 BhIOOpKax
MMUXThI CHOUPCKOIi). Pe3ybTaThl CpABHUTEIBHOTO aHAIM3a JaHHBIX MOITBEPXKAAIOT CYILIECTBEHHOE COKpa-
IIIEHNEe TeHETUYECKOTO Pa3HOo0pa3rsi Y MOJIOIOTO TTOKOJICHUS IEPEBbEB TPEX XBOMHBIX BUAOB HAa MECTE
CIUTOLITHBIX ITMPOKOJIECOCEUHBIX I BBIDOPOUYHBIX BHIPYOOK BBICOKOI MHTEHCUBHOCTH (Ha 8—30% — 1o yuc-
JIy ajijiesieit ¥ ypoBHIO MMOJUMOPGHOCTH, Ha 14—75% — 1o uncity penkux autesneir). OTMedeHo, 4To TeHO-
¢doHIBI MOyl TEeMHOXBOMHBIX BUIOB 00Jiee YYBCTBUTEIbHBI K aHTPOIIOTEHHBIM BO3ACHCTBUSIM T10
CPaBHEHUIO CO CBETJIOXBOMHBIM (COCHOM OOBIKHOBEHHOI1). OCOOEHHOCTU TeHETUIECKON M3MEHUMBOCTH
130(epPMEHTOB B MOITYJISILIMSIX TUXThl CUOMPCKOI CBUACTEILCTBYIOT O 3HAUMTEIbHOM yTpaTe BUIOM BHYT-
PUBUIOBOTO AJUIEIBHOTO pa3HO0Opa3ust (bepMEHTHBIX JJOKYCOB, YTO TpeOyeT 0coO0To Moaxoaa K aHaIN3y
BJIMSTHUS JIECOITOJIb30BaHMS HA MOMYJISILIMKA JAHHOTO BUAA U COXPAHEHUIO ero TeHeTUYeCKOro pa3Hoobpa-
3usl. VI3 ucrmonb30BaHHBIX ITOKa3aTeie TeHeTUUYeCKOM N3MEHIYMBOCTU Hanbosiee MHGOPMATUBHBI IS 1ie-
JIeii FeHETUYEeCKOTO MOHUTOPUHTA XBOMHBIX JIECOB PEIKUE aJlJIeIU IMTOJUMOPGHBIX JIOKYCOB B LIEJIOM U 0CO-
OGEHHO aJIJIeJ I HU3KOITOJIMMOPGhHBIX JIOKYCOB.

Karouesnie cro6a: reHeTUYECKOE pa3HOOOpa3ne, XBOMHBIE BUAbI, CIUIOLIHBIE M BEIOOPOYHBIE PyOKM, FOXKHAS

Taura.
DOI: 10.31857/S0016675821030139

B Poccuu 3a nnociaenuue 200 JIET BCIEACTBUE HE-
PAaLOHAILHOIO JIECOITOIb30BAaHMST IIPOU3OIILIO 3HAYM~
TEJIbHOE COKpallleH!e TIJIOMIAAN XBOMHBIX JIECOB — OC-
HOBHOTO CPeJIo- U JIECOOOPa3yIOIIEro KOMIIOHEHTa 00-
peanmpHOM 30HBI EBpasum [1]. B Hacrosiiee Bpemst
HanOosiee MHTEHCUBHOM 3KCIUTyaTalliM IT0IBEPKEHBI
neca Cubupu u EBporneiickoro ceBepa, IIocie BEIpyO-
KM 1 TTIOKapOB XBOMHBIE JIECAa TAM HEPEIKO CMEHSIIOTCS
MeHee LIEHHBIMU MEJIKOJIMCTBEHHBIMH JiecaMU 1 0e3-
JiecbiMM npocTpaHcTBaMu [2, 3]. IToaToMy obecrie-
YyeHHE €CTECTBEHHOI'O BO30OHOBIEHMS HApYIIIEHHBIX
XBOMHBIX JIECOB U cOXpaHeHUe ocTaBImxcs (23% 00-
e TJIoIIany) SIBJISIETCS TIEPBOCTEIIEHHOM 3amadeii
JIECHOTO XO3SIACTBa CTpaHbI, IMPEXIEe BCETO IJISI CO-
XpaHEHUs IIOMYJISIIMOHHBIX I'eHO(MOHIOB XBOMHBIX
BUIOB. CpemHss M I03KHasl Taiira BO MHOTHUX palioHax
Cubupu npoiineHa pyokamu Ha 50—80%, ocTtaBiiue-
Cs1 HACaXKIEeHMS IT0KA COCTABJISIIOT 9KOJOTMYECKYIO 1

TEHETUUYECKYIO OCHOBY i1 BOCCTAHOBJIEHUS IIOMY-
JISIIAOHHOM CTPYKTYPbI BUIOB.

CrenyeT OTMETUTh, YTO MPU TAKUX OBICTPBIX TEM-
Max COKpallleHUs peCypCHOT0 1 3KOJOTMYeCcKOTo To-
TeHumaa jecoB Poccuu MHorue pyHaaMmeHTaaIbHbIE
Hay4yHBIe IIPOOJIEMBI JIECOTOJIb30BAHUS OCTaIOTCS
HepelIeHHBIMU U MaJI0 u3ydeHHbIMU. COBepIIeHHO
HEIOCTATOYHO 3HAHUIT O BIUSHUU Pa3HbIX CITOCOOOB
PYOKM Ha TeHEeTWYEeCKOe pasHooOpa3ue ITOITYJISIIINi
XBOMHBIX BUIOB. He McciienoBaHbl mpenesibl TOIMyCTH-
MOTO COKpPAIIIEHUSI X TEMITbI BOCCTAHOBIICHUSI TEHETH -
YECKOro pa3HOOOpa3ysl MOMYJISILINM, JOCTATOUHBIE ISt
MOJIHOLIEHHOTO BOCITPOM3BOICTBA M aJaNnTalliy XBOii-
HBIX BUIOB K MEHSIIOIIIMMCS YCIIOBUSIM CPEIbl. DTH 3HA-
HUSI TOJDKHBI TIOCTYKUTh OCHOBOM IIJTs1 pallMOHAJIEHOTO
HEUCTOILIMMOIO JIECONOIb30BaHUs [4] U pa3paboTKu
MpaBUI pyOOK, IIPY KOTOPBIX ITIEPBOCTENIEHHOM 3amadeii
CTaBUTCS HEOOXOAUMOCTb COXPaHEHUSI BHYTPUIIONY-
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ITEHETUYECKAA MSMEHUYMUBOCTD

JISLAOHHOTO TE€HETUYECKOTO pa3HOoOOpa3us BUIOB.
HenocrarouyHo u3ydeHO BIMSHUE IPYTUX aHTPOIIO-
TFeHHBIX U TIPUPOAHBIX (PaKTOPOB Ha MTOKA3aTeNIH re-
HETUYECKOI0 Pa3HOOOpa3us Moyt BunoB. bo-
Jiee TOro, 0 CUX IOp HEeT METOAUKNA MOHUTOPUHTA
FeHETUUYECKOIO PasHOOOpa3us JIECHBIX OPEBECHBIX
BUIOB [5], KoTOpast, IO MHEHWIO MHOTHX POCCHI-
CKMX ucclienoBaresieii [6—15], moikHA YYUTHIBATb
BUIOBYIO (POIOBYIO, IO OOOCHOBAHHOM aprymMeHTa-
i @.J1. ABposa [16]) cientmdrKy UX MOy ISIIIMOH-
HO-T€HETUYECKOI CTPYKTYPHI.

M3 ncronb3yeMbIX COBPEMEHHOM IeHeTUKOI Me-
TOJIOB U3YYEHMS TEHETUYCECKOI'O pa3HOOOpa3us Hau-
OoJjiee BOCTpeOOBaHBI MOJIEKYJISIDHBIE METOHBI aHa-
Jm3a pparMeHTOB SIISPHOM M LIMTOILIa3MaTUIeCKOM
JHK. OgHako 3a mpoiieainye TPy ASCATUIICTUS ObI-
JIa HaKoIJIeHa OoJiblasi 0a3a JaHHBIX IO TeHETUYe-
CKOM M3MEHYNBOCTU N30(DEPMEHTOB XBOMHBIX BUIOB
EBpasun (kogupyeMbIX OOMHOYHBIMU OEJTOK-KOMM-
pYIOIIMMHU T€HaMM, KOOOMUHAHTHO IIPOSIBJISIEMBIX
[17], Mmayio 3aBUCSIINX OT OHTOTEHE3a U KOppeaupye-
MBIX C aJalTUBHBIMU (PU3U0JIOT0-0OMOXUMUNYIECCKUMU
XapakKTepuCTUKaMU OepeBbeB [18]), KoTopass mMoria
OBl OBITH MCIOJIb30BaHA JISI PEICHUS TTPUKIATHbBIX
3amad. lleab naHHOrO MCCIeOOBaHUS — OLICHUTH T'e-
HETUYECKYI0 M3MEHYMBOCTh U aJUIEIbHOE Pa3HO00-
pazue noJuMOpP(HBIX (GEPMEHTHBIX JIOKYCOB Y MO~
pocTa Ha BeIpyOKax pa3HOil MHTEHCUBHOCTH U ILIO-
Iagyd B IIOIYJISILIMSIX TPEeX XBOMHBIX BUIOB (COCHBI
0OBIKHOBEeHHOI (Pinus sylvestris 1..), en cuOUpcKoi
(Picea obovata Ledeb.) n nuxtbl cubupckoit (Abies si-
birica Ledeb.)) roxnoi1 Taitru CpenHeit Cubupu, oT-
JInJaroeicss HaudoabIIIM POCTOM U ITPOAYKTUBHO-
CTBIO IPEBECHOTO SIpyca.

MATEPUAJIBI U METO/ bl

Bcero 6p110 oTOOpaHO 44 BBIOOPKU MOAPOCTA
(1180 ocobeit), MMeEBIIIETOCS 10 PyOKU WJIM OSIBUBIIIE-
rocs ITOCIIe Hee, U pSIIOM Ha HETPOHYTHIX pyOKaMu KOH-
TPOJIBHBIX Yy4YacTKax: 15 BbIOOpOK cocHBI (Pinus syl-
vestris L.), 13 — emm (Picea obovata Ledeb.) n 16 —
nuxThl (Abies sibirica Ledeb.).

O0pa31pl OTOMpaN Ha ydyacTKaxX CIUIOITHON y3-
koJsiecoceyHoii (CYP) “Cyxas” u mupokogecoced-
Ho1 BeIpYOOK “M. Kemuyr” (CILIP-1), “3eneneeBo”
(CIOP-2), “Iloropenka” (CIHP-3Ky), “AumHCcK”
(CIIP-4), “Kenmposwrii” (CILUIP-6), “Tapytuno”
(CIIP-7), “Crapast Ko3ynbka” (CILIP-8), a Takxke
BbIOOPOYHOI pyOKM MHTEHCUBHOCTBIO 45, 55, 65 u
75% 1o ryctote — “Iloropenka” (BP45-3, BP55-3),
“Ycrp-Tynarycka” (BP65-9), “bonbimas Mypra”
BP75-5) coorBeTcTBeHHO (Tab1. 1). 'og mpoBeaeHus
PYOKU YTOUHSUICS C UCMOJIb30BaHUEM 0a3bl JaHHBIX
KocMHYecKnux CcHUMKOB Landsat 1984—2018 rr.
“Google Earth Engine” [21]. ITonpoOHee ormmmiem
HECKOJIbKO YYacCTKOB: Ha CIUIOIIHBIX BbIpyOKax
“M. Kemuyr” 1990 r. u “3eneneeBo” 1981 r. — Hau-
oospmmx 110 ToTomany (352 m 142 ra, HamMeHbIIas
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IIMPUHA Yy9aCTKOB 1 KM), PacIIOJIOXEHHBIX BOJIU3U
r. KpacHosipcka, He ObLIO OCTaBJIEHO CEMEHHBIX Je-
peBbeB 1S BO30OOHOBJIEHUS; KpoMe Toro, B 1998 1. ¢
80—90% »>TuX niolanaeil ObUI IMOJHOCTBIO YIAJIEH U
BbIBE3€H BEPXHUI CJI0I MOYBBI 1 HAITOUBEHHBIN IMO-
KPOB BMECTE C MOAPOCTOM (OH OCTajicsl TOJLKO IO
KpasiM yY4aCTKOB — ITOAPOCT IIMXTHI U €11 OTOMpaIn
nMeHHO TaM). CIycTsI, COOTBETCTBEHHO, 28 u 37 JIeT Ha
MOMEHT cOopa MaTepuaia Ha 000X yJyacTKax HabJo-
J1aJIach IIIy0OKast 3pPO3UsI INIMHUCTOIO IMOACTIIIAIONIETO
cllosi Ha OoJibliieil YacTu IUIOIIAan, OCTajbHasl 4acTb
3apociia BEMHUKOM, MOSIBWICS €IUHUYHBIA MOAPOCT
COCHBI — He 0otee 50 11IT. /Ta (IS IIOJTHOLIEHHOTO BOC-
CTaHOBJICHUSI HeoOXxoaMMO He MeHee 3.0 ThIC. IIIT./Ta)
[2]. Emie oquH y4acToOK mocjie CIUIOLIHOM BhIPYOKU
“IToropenka” (CIIIP-3Ky) 1975 1. ObUT MCKYyCCTBEHHO
BOCCTAHOBJIEH ITOCAIKON KYJbTYP COCHBbI, X BO3PacT
okoJ10 40 net. Ha yuactke “Tapytuno” (CLLIP-7) mo-
cJie BBIpYOKM IIPOBEIEHO BBDKMTAHHWE W BBICAXKECHBI
KYJBTYPhI COCHBI, X Bo3pacT 25 jeT. Ha yyacTkax
BbIOOpOUHOI pyoku “IToropenka” BP45-3 u BP55-3
3a IecsaTh JieT Ao pyoku 2009 r. mpoiies HU30BOM I10-
Kap, KOTOPbIA aKTUBU3UPOBAJ IPOLIECC ECTECTBEH-
HOTO BO30OHOBJIEHUSI COCHBI — B CpEeIHEM TaM II0-
SIBWJIOCH 28 THIC. INT. TOApOCcTa Ha 1 ra.

Tak kak Bce uccienoBaHHbIE MOMYJSILIUU B pa3-
HO€ BpeMs IMOABEepTrajiuCh aHTPONOTrEHHOMY BO3-
JNIEMCTBUIO, ISl CPAaBHUTEJIbHOTO aHaIW3a MbI UC-
MOJIb30BaJIM 1Ba KOHTpos: MecTHbI (MK) — B He-
TPOHYTOM HemaBHEM pyOKoO#l MJIM MOXKAapoOM YacTH
nonyysiuuu U peruoHaibHbI (PK) — B ManioHapy-
IIEHHOH MOIMYJSIMU C CAMbIMU BLICOKMMU MOKa3a-
TeJIIMHU TEeHETWYECKOIo paszHoobOpasus. Psmom c
CIIIP-1 He ObUIO HEHApPYIIEHHBIX HACaXIECHUU C
yJyacTheM NUXThl CUOUPCKOM, MOITOMY MECTHBIM
KOHTpOJIEM JIJISI HEe TOCIYyXUJjia MpUMbIKalolas K
BbIpyOKe cTtapas 80—100-meTHssT BhIpyOKa IIoIa-
IIBIO OKOJIO 6 Ta, IepBOHAYAILHO 3apociiast 6epe3oi
1 OCUHOM, TIOJI €€ MOJI0rOM BbIpOcJia IMuxTa (Bo3pacT
nepeBbeB 50—70 JeT).

st uccnenoBaHus UCITOJIb30BaIM BeTeTaTUBHbBIC
MOYKHU. DKCTpaKUO (HPEPMEHTOB, 3JIEKTPOhOpeTH-
YECKMI aHaIM3 U TMCTOXMMUYECKOE OKpallluBaHUE
MIPOBOAUJN B COOTBETCTBUU C OOIEHPUHSITHIMU Me-
TOAUKAMU, TOJAPOOHO ONMMCAaHHBIMU HaMU paHee [19,
20]. B obpasiax cocHbl OOBIKHOBSHHOM ITpOaHaJIN-
3upoBaHo 20 jokycoB (Tabi. 2), Bkiatodas 16 mosu-
MopdHbIX. B BeIOOpKax enu cudbupcKoit mpoaHaiu-
suposaHo 20 JiokycoB, 13 HUX 17 moaumopdHBIX. B
BBIOOpKAX MUXThl CUOMPCKOM, OTJMYAOIIEICS HU3-
KUM YPOBHEM T€HETUYECKOTO noJumMopdusmMa, ObLI0
NpoaHAIM3MUPOBaHO Takke 20 JTOKYCOB, IIIECTh U3 KO-
TOPBIX TOJIUMOP(MHEIL.

OCHOBHBIE TTOKA3aTeJIM TeHETUYECKON M3MEHYM -
BOCTHU, OLIEHKY COOTBETCTBUS pacnpeaeeHUus] TeHO-
TUIIOB ypaBHeHUI0 Xapau—BaitHOepra ¢ UCIMoJib30-
BaHUEeM Kpurtepust ¥2, muctaHimn Hew [22], nHIeK-
cbl ¢ukcauuu Paitta Fipr, Fig, Fst BBIUKCISIU B
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TUXOHOBA u np.

Ta6auna 1. KpaTkasi xapakrepucTuka u reorpacnieckre KOOpaAUHAThI OIS

I'ycrora | Ieorpapuyeckue
IMonynsus: tiomanb, 1aBHOCTH | Bo3pacTHas " CocraB Bospacr, Hoapocra, KOODIMHATbI
pyoKM rpyIa IIPEBOCTOS JIeT Thic. mrr./ra [ o -~
CocHa 0ObIKHOBEHHas
M. Kemuyr: MK-1 B 35 |7C2B1J1 70—120 1.0 56°00" |92°45
CVYP, 1 ra, 22 1. I1 30 |6b4Cen.E 10—13 48.0 56°13" | 92°58’
CIIIP-1.350 ra, 28 . I1 25 |60c3b1CenEIl 5-8 0.1 56°12" | 92°27
IMoropenka: MK-3 (PK) B 28 | 10C 50—120 1.0 56°22" | 92°58’
I 30 | 10C 5-18 2.5
CIIP-3Ky, 41 ra, 40 7. B 29 | 10C 35 1.8 56°23" |92°59
BP45-3, 1 ra, 9 1. 11 30 [ 10C 5—-10 28.0 56°22" | 92°59
BP55-3, 1 ra, 9 1. I 29 | 10C 5-8 7.2
AunHck: MK-4 B 29 [ 10C 80—150 0.7 56°18”  |90°30’
I 30 |7C2B1E 7—14 2.0 56°14"  |90°33’
CIIP-4,9ra, 5 1. B 30 |6C4b 50—60 0.1 56°16" |90°33’
I 30 |6B3C10c 5—-10 0.5
b. Mypra: MK-5 B 30 |8C2b 40—100 0.8 56°53" |93°12
I 30 | 10C 6—15 3.0
BP75-5, 32 ra, 8 1. I1 30 |8C2E 5-7 1.0 56°53"  |93°05’
Enb cubupckas
M. Kemuyr: MK-1 B 30 |7E2CI1II 80—120 0.8 56°08" |92°32’
CIIP-1, 352 ra, 18 1. I 15 |60c3Bb1CenEIl 6—10 0.02 56°13" | 91°58’
Bb. Mypra: MK-5 (PK) B 26 |6C3EIII 90—110 0.7 56°53"  |93°06
IT 30 |7E2I11C 15-20 1.5
BP75-5, 32 ra, 8 1. 11 16 |5C4El1benIl 8—15 2.0 56°53" |93°05
Kosynbka: MK-6 B 30 |7T13EenOc 90—-130 1.0 56°10" | 91°30°
I 22 |6IT3EIK 5-20 2.7
CIIIP-6, 20 ra, 6 . 11 20 |8IT2E 7—15 0.3 56°16" | 91°31"
CIOP-7, 25 n. I1 25 |7C3Een. I1 5-25 1.0 56°19” |90°53’
V-Tynrycka: MK-9 B 30 |5E3I12C 70—90 1.3 58°02" | 92°56’
IT 27 |6I12E2K en. C 10-25 5.0 58°06" |92°56
BP65-9, 77 ra, 10 n. B 25 |7T12C1E 120—160 0.15 58°03" |92°56
I 22 |8IT1IKI1E 10—15 7.0
INuxrta cubupckast
M. Kemuyr: MK-1 B 26 |6I12E10clb 70—90 1.3 56°15"  |92°50°
I 28 [4T12K2EI1C 5—16 9.0
CIIIP-1, 350 ra, 18 . B 11 |60c3b1CenEIl 25-30 0.01 56°13" | 91°58’
IT 29 |7T12E1IC 5—12 0.02
CIIIP-2, 142 ra, 5 1. B 26 |503B2I1en E 70—100 0.05 56°07" |91°54’
I 29 |4T13E3C 13—20 0.04
Kozynbka: MK-6/8 B 30 |7TT1IJI1B1IK 70—90 0.8 56°08" |91°28’
CIIIP-6, 20 ra, 6 . IT 30 | 8T12E 10—20 0.2 56°16" [91°31”
CIIP-8, 48 ra, 13 n. B 40 |6Bb2I120c¢ 120—-200 0.1 56°13" | 91°18’
I 7 |70c2I11Ken E 823 2.7
T’EHETUKA  Tom 57 Ne 3 2021



IEHETUYECKAA U3BMEHYMUBOCTD 299
Tab6mma 1. OxoHuanue
T'ycrora | ['eorpadpuyeckue
[Momyauus: miomans, TaBHOCTL | BospactHas " Cocras Bospacr, HoapocTa, KOOP/MHATHI
pyoxku rpymnmna IpPEBOCTOS JeT

TBIC. IIT./TA | ypr. BUL

V-Tynrycka: MK-9 B 25 |7TII2CI1E 120—160 1.2 58°06" |92°56
II 29 | 8II1KIE 10-15 6.0

BP65-9, 77 ra, 10 1. B 28 | 7TI1E1B10c¢ 80—120 0.25 58°03"  |92°56
IT 28 |8I12Een. K 6—15 7.0

Happim: MK-10 (PK) B 29 | STI2C2Een]In 50-70 0.6 55°56” | 92°44
IT 23 7—15 2.8

ITpumeuanue. n — 06beM BbIOOpPKHU, I1 — moapoct, B — B3pocibie nepeBbst, Ky — KynbTyphl, 1. — jeT, C — cocHa, JI — TMcTBeHHUIIA,
E — enp, I1 — nuxra, K — kenp cubupckmii, b — 6epesa, Oc — ocuHa, e — eAMHUYHEIE IEPEBhSI.

nporpamMax GenAlex 6 [23] u Genepop [24]. Jomoi-
HUTEJIbHO BBIYUCIISIM OJII0 PEAKUX ajliesieil B Bbl-
Oopkax 4, [18], TOCTOBEPHOCTH PA3INYUI IO PENKUM
aJuTeNIsIM OILIEHWBAJIM C MCITOJb30BAHUEM TOYHOTO
kpurepus @uiepa F[18, 25].

PE3VJIBTATDBI

Ha nccnenmyemMoit TeppUTOpUM TIPOTSIKEHHOCTHIO
200 xM ¢ 3amaga Ha BOCTOK 1 250 KM ¢ rora Ha ceBep
OCHOBHBIC TIOKa3aTelIn TeHETHMYEeCKO M3MEeHYMBO-
CTU MOITYJISIUUIA XBOMHBIX BHIOB, HE HapyIIeHHBIX
pyokamu 3a npeniectByomiue 80—100 ner, Bapbu-
poBasm B Tipenenax: P = 70—85%, N, = 2.46 (2.25—
2.65), Ng = 1.39 (1.36—1.43), H, = 0.23 (0.20—0.25);
Hg = 0.22 (0.21-0.24), F,g =—0.002 (—0.069—0.072)
B YEeTBIpEX MONysIusx Pinus sylvestris; P = 65—80%,
N, =2.15(1.90-2.35), Np = 1.26 (1.23—1.28), Hy =
=0.17 (0.15-0.18); H; = 0.17 (0.16—0.18), F;s = 0.034
(—0.053—0.103) B yeThipex nonyasauusx Picea obova-
ta; P=30%, Ny =141 (1.40—1.45), Nz = 1.20 (1.20—
1.22), Hy = 0.10 (0.10—0.11); Hg = 0.10 (0.10—0.11),
F1g=-0.009 (—0.027—0.025) B yeTbIpeXx NOMYISLUSIX
Abies sibirica. MexnonyassunoHHble paziauuus (Fgr)
coctaBmiu 1.7% reHOTHUITUYECKON M3MEHYNBOCTU B
Habope MOoMyJISILIMi COCHBbI OOBIKHOBeHHOM, 1.0% —
eau cuoupckoit u 2.0% — nuxTtel cubupckoii. [Tocie
BKJIIOYCHHUSI B HUX BBIOOPOK C BBIPYOOK YPOBEHBb
MEXTIOIYJISIIIMOHHBIX ~ Pa3IMIUil  YBEIUUWICS IO
2.3% nutst cOcHBI OOBIKHOBEHHOM 1 10 3.0% myist mux-
Thl CUOMPCKOM 1 €11 cubupCcKoii. B 6ojiee mmpokux
reorpadIecKnX IIpeaesiax Bceil CMOMPCKOIM YacTH
apeajia paszInuvsl MeXIy MOMYJISUUSIMU IO aHaJlo-
TUTIYHOMY HabOpY JIOKYCOB COCTaBIISIIOT 4.5% mitst coc-
HbI 0OBIKHOBeHHOI1 [20], 2.5% 115 et cUOMPCKO u
5.2% nnst nmuxTel cubupckoit [19, 26]. B rpanumax,
OXBaTBIBAIOIIIX €Ille OOJIBIITNE YaCTH apealoB BUIIOB,
YaCTUYHO MO IPYTrMM Habopam JIOKYCcoB, nuddepeH-
LIUALMs IOy cocTaBisieT 2.9—4.7% y COCHBI
OOBIKHOBEeHHOIT [9, 27], 4.9—5.0% y enu cubUpcKoit
[27, 28], 9.3% y nuxThl cubupckoii [29]. K coxaeHuto,
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B HanOoJiee 00beMHOI IO IMPOTE U AETATEHOCTH OXBa-
Ta apeana Pinus sylvestris padote [30] mpuBeneHbI TOJIb-
KO T€HETUUYECKUE TUCTAHLIUU MEXIY ITOMYJIsSIIUusIMU
W HET CTAaHIAPTHBIX XapaKTEPUCTUK TC€HETUUYECKOM
M3MEHYMBOCTH BCETO 0ObeMa BBIOOPOK, YTO HE 103
BOJISICT OUCHUTDb YPOBCHb MC)KHOHYHHHMOHHOﬁ [lI/I(I)-
¢depeHIIMaLIMY BUIA TI0 BCEMY €To apeaiy.

Kaxk BumHo u3 Tabj. 3, HauOOJbLINE pa3Indus
MEXIy ydyacTKaMu, IpOMAeHHBIMU PyOKaMu, U KOH-
TpoJieM HaOJIIodal0TCsl TI0 CpeIHeMy YUCIy ajuieneid
Ha JIokyc (N,), "HOOPMALIMOHHOMY UHIEKCY T€HO-
TUIIMYeCcKoro pazHooOpasusi IllenHoHa (/) u nmose
penkux autenei (h,). 3HaYeHMs STUX MOKasaTesen
YMEHBIIIAIOTCSI Ha BCEX BBIPYOKAX MHTEHCUBHOCTBLIO
Boie 45% nna Pinus sylvestris n Picea obovata. 1ns
nomnyisuuii Abies sibirica OHN OKa3aJMCh MaJlo WH-
(bopMaTUBHBIMU, KPOME 4,,. ITouTn He oTIMYasICs OT
koHtponst (MK-3/PK) nmoapoct mmociae BEIOOPOYHOI
pyoku BP45-3 “Iloropenka”, Ha BTOPOM MeCTe I10-
cJie HeTO OBLI IIOIPOCT II0CJIe CILIOIIHOM y3KO0JIECO-
ceynoit pyoku CYP. OO6mieit migd monmyasidii Tpex
BUIOB TEHIECHIIMEIl Ha BBIPYOKaX SIBJISIETCS Oosee
HU3KOe TeHETUYECKOe pa3HOO0pa3re y B3POCIbIX JIe-
PEBbEB MO CPABHEHMIO C IIOIPOCTOM: Ha HETPOHYTHIX
yJacTKax OOJIBIIMHCTBA IIOITYJISIIMI B3pOCbIe aepe-
Bbsl OTJIMYAIOTCs OoJiee BHICOKMM CPEIHUM YMCIOM
aJuIesieid Ha JIOKYC U YMCJIOM T€HOTUIIOB, OCOOEHHO B
MaJIo HapyILICHHBIX MOMYJISILUSIX; HA000pOT, HA BbI-
pyOKax COOTHOILIIEHUE MEHSIETCSI B TI0JIb3Y MOAPOCTA.
Takoe cooTHolIeHHEe HAOJIOAATIOCH B MSTU U3 IEBITU
CpaBHEHUi MOAPOCTa CO B3POCTBIMU IECPEBbSIMU B
KOHTpoJIe (B YeThIpeX Clydasix pa3inudus He BhIsIBIIe-
HBI), a TAKXE B TPEX U3 IISCTU CPaBHEHMI ITOIPOCTa
¥ B3pOCJIEIX IepeBbeB Ha BEIPYOKax (B OMHOM cClIydae
oOpaTHasl IIPOITOPLMS M B IBYX HET pa3anduii). DTO
HEMOCPEeACTBEHHO OTPaXKaeTCsl X Ha BEJIMYMHAX BO3-
pacTHOI M IIPOCTPAaHCTBEHHOM TeHEeTUYECKON Oud-
¢depeHIIMAlIMY BHYTPU NOMNYJISIMIA: T€HETUYECKNE
muctaHumy Hem [22] Mexxny BEBIOOpKaM1 BHYTPH TT0-
nyiagauuii BappupoBanii B mpenenax 0.001-0.006 B
koHtposie u oT 0.002 mo 0.017 Ha BeIpyOKax (puc. 1);
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Ta6auna 2. Cricok UCIIob3yeMbIX (hepMEHTHBIX JIOKYCOB IIJISI UCCIEA0BaHUSI TEHETUUECKO U3MEHYNBOCTU BHYTPU T10-
MYJISILWI XBOWHBIX BUIOB

Bun
depMeHTHasT cUCTeMa Jlokyc
Pinus sylvestris Picea obovata Abies sibirica
ManarnerngporeHasa Mdh-1 m m m
(MDH, EC 1.1.1.37) Mdh-2 p p m
Mdh-3 p p p
Mdh-4 p — _
I'myramaroxkcaiioalieTaTTpaHcaMuHa3a Got-1 p p m
(GOT, EC 2.6.1.1) Got-2 p p m
Got-3 p p m
HukumatoerngporeHasa Skdh-1 p p p
(SkDH, EC 1.1.1.25) Skdh-2 p p m
AnkoroybaeruaporeHasa Adh-1 p — —
(ADH, EC 1.1.1.1) Adh-2 p — —
JlefiumHamMuHoONIENITUIA3a Lap-1 m p m
(LAP, EC 3.4.11.1) Lap-2 p p m
6-DochormoKoHaTIeruaporeHasa 6-Pgd-1 — — p
(6-PGD, EC 1.1.1.44) 6-Pgd-2 p p m
6-Pgd-3 — m —
I'myramatnermaporeHasa Gdh P p m
(GDH, EC 1.4.2.3)
docdormokomyraza Pgm-1 p p m
(PGM, EC 2.7.5.1) Pgm-2 m p p
dopMuataeruaporeHasa Fdh P P m
(FDH, EC 1.2.1.2)
dnyopecilieHTHAsI 3cTepasa Fe-2 p — m
(FEST, EC 3.1.1.2)
CynepokcuaaucMmyTasa Sod-1 — m m
(SOD, 1.15.1.1) Sod-2 — p —
HM3ouutpataeruaporeHasa Idh-2 m P —
(IDH, 1.1.1.42)
docdormokonzomMepasa Pgi-2 — P —
(PGI, 5.3.1.9)
I'exkcokunaza (HK 2.7.1.1) Hk — — p
AKoHMTa3a WIM aKOHUTATTUaApaTasa Aco — — p
(ACO, 4.2.1.3)

TTpumeuanue. p — nomuMopdHbIE JIOKYChl, M — MOHOMOP(HBIE.
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0.016
0.014
0.012
0.010
0.008
0.006
0.004
0.002

O KoHTposib
O BeipyOka

il sk

Pinus sylvestris  Picea obovata  Abies sibirica

Puc. 1. Iuctanuuu M. Heu [Nei, 1972] mexny BeiOOpKa-
MU B3POCJIBIX IEPEBBHEB U MTOIPOCTA B MOIYJISLIMX, HAPY-
IIEHHBIX BBIPYOKaMU U B KOHTPOJIE (CTOJIOLBI — CpeIHUE
MOMYJISILMOHHBIE 3HAYEHUS], UHTEPBAJIbI — MaKCUMaJlb-
Hble U MUHHUMaJIbHBIC 3HAUEHUSI MEXIY BBIOODKaMU
BHYTPH TOMYJISILINIA).

MEXIy BBIOOPKAMM OBYX IOKOJICHUI IEpeBbEB Ha
Bcex CIIP onu yBemnImiInch 1o CpaBHEHUIO C KOH-
TponeM B 1.2—3 paza. Ilpu 3TOM paznudust MEXIy
BBEIpYOKAMM 1 KOHTPOJIEM B OTACIBbHBIX ITOITYISILIMSIX
COCHBI OOBIKHOBEHHOM OBLIM COIIOCTAaBUMBI C Pa3jin-
YUSIMU MEXIY MOMYyJISIIUSIMU M3 Pa3HbIX PETMOHOB
[20, 31]. CyliecTBeHHBIE pa3Iudus MO APYTUM TeHe-
TUYECKUM XapaKTepUCTUKAM BBISIBJICHBI TOJILKO Ha
OTIEJIbHBIX Y9aCTKax, HallpuMep, CHIDKEHNE YPOBHSI
HaOtogaemMoii rerepo3urotHoctu (Hy) U noBbile-
Hue uHaekca c¢dukcauuu Paiita (Fg) OTMEUEHO Yy
MOOpPOCTa COCHBI OOBIKHOBEHHOII Ha ydYacTKax
CIIP-1 u CHIP-4, emun cubupckoii (CIIP-7) n y

B3POCJIBIX IE€PEBbEB MUXTHI CUOMPCKON Ha ydacTKax
CHiIp-1, CIIP-2.

CpaBHUTEBbHBIN aHAJIM3 YMCJIa BLISIBJCHHbBIX ajl-
JieJielt ToKazaji, UTO y COCHbI OOBIKHOBEHHOI B Cu-
OupU 32 Bce BpeMs McCiieloOBaHU i, BKJIIOUas TaHHYIO
paboTy, M aHaJorMYHOro Habopa 20-TU JIOKYCOB
OBLIO OOHAPYKEHO 74 ajjielis, B UCCIIeyeMBbIX IOy~
JISILIMSIX BCETO OMpeaesieHo 63 ajutesist, YMCiIo ajuleliei
B TOIYJISILIMSIX BapbUpoBaJio B Tpedenax 48—60, Bo
BHYTPUIONYJISIIUOHHBIX BeIOOpKax 44—50 (puc. 2).
Ywucno penkux U3 Hux (¢ yactoroit <5%) B MOITynsi-
LUSIX BapbUpoBaJio OT 7 10 17, oueHb peakux (K HUM
Mbl OTHOCWJIU aJljieJiku, BcTpevatolnivecs B 1—2 Bbi-
6opKax ¢ yactoToit <1—2%, ms1 06GHapyKeHUS KOTO-
PBIX TPEOYIOTCS TOCTATOUHO OOJIbIIINE BEIOOPKH) OT ()
J10 7; BHYTpHY MONYIALMIA, COOTBETCTBEHHO 0—6 1 0—3.
Kaxnoe mepeBo ObITO HocuteimeM 21—28 anneneit
(penkux — 0—2). Y enu cubupckoii u3 57 ajieneii B
OTAEIbHBIX MOIMYJISILIMSIX UX YUCITO0 cocTaBuio 40—49,
a BHyTpu nonyisanuii 35—42. U3 23 peakux (B ux
yuciie 15 BcTpeyanuch TOJbKO B 1—2 BbIOOpKax), B
MOMYJISIIHNSIX 00HAPYKUBAJIOCh OT 6 no 14 auteneii,
BHYTPH TIONMYJISILINI OT 3 1O 8 COOTBETCTBEHHO OYCHb
penkux — 3—7 1 1—4. Y nuxThl CHOMPCKOI pa3nnuusi
Mo aJuIeIbHOMY pa3HooOpa3uio ¢epMEeHTOB Ha Tpex
YPOBHSIX 0000IIEHNS JaHHBIX ObUIA HEOOIbIINMHU (B
nonyasuusax no 28—29, B BeIOOpKax 1o 25—29 ajie-
neit, penkux 0—3).

HaubGonee 3aMeTHbIe pazivnyus NMpU CpaBHEHUU
BBEIOOPOK OOHAPYKMBAIOTCS TT0 YMCITY U JOJIe PEAKMX
ajutenieii h,. bbut MpoBeeH CpaBHUTEbHbIN aHaIN3
ajuienieit, IPUCYTCTBYIOIINX C YacTOTOM MeHee 5%
(CKMpHBIM IIPU(MTOM BBIIEJIEHBI HauOoJjiee peaKue
ayuiesn). Y coOcHBI OOBIKHOBEHHOM 510 Mdh-283, Mdh-4°,
Got—]1°7, GOt—332’ 42, 310, Skdh—]gs’ 90, 103, 107’ Skdh—fﬂ

74
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Yucno ameneit B 20 lokycax
—_ N w N
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Pinus sylvestris

Picea obovata

Abies sibirica

Puc. 2. CymmapHoe uncio amieneii B 20 okycax (), uncio peakux aieieii (Np) v 4Mciio O4eHb peaKux ajuielieit (Nop), BbI-
SBJICHHBIX B CMOMPU T10 pe3yJibTaTaM MPeAbIIyIIuX HallluX nccienoBanuii (1), B paiioHe nccienoBaHus (2), B OTAETbHBIX IT0-
nynsiuusix (3), B BBIOOpKaxX BHYTPU TOITYJIsILM (4) Tpex XBOMHBIX BUIOB. CBETIBIMU JJMHUSIMU IMOKA3aHbI IMPEAeIIbl MEXKIy MU~

HHUMAaJIbHBIMHA 1 MaKCUMaJIbHBIMU 3HAYCHUSIMMU.
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Taomma 3. OcHOBHBIEC XapaKTepPUCTUKN T'eHETHYECKOM N3MEHIMBOCTY BHYTPY MOMYJISIIUIT COCHBI OOBIKHOBEHHOI, €11
cubMpcKoit U muxThl cudbupckoii B Koutposie (MK, PK) u Ha Beipyokax (CILIP, CYP, BP)

Moo 1ol o [ [ [ we [ w [
CocHa 00BIKHOBEHHas

M. Kemuyr: 80 2.650 1.365 0.389 0.330 0.214 0.220 0.015

10.284 +0.081 10.070 +0.035 10.041 10.042 +0.017
MK-1 B 80 2.400 1.364 0.384 0.275 0.229 0.220 —0.035
Cyp I 75 2.350 1.376 0.384 0.254 0.204 0.220 0.027
CIIP-1 1 75 2.250 1.352 0.364 0.241 0.203 0.208 0.041
IToropenka (PK): 85 3.000 1.388 0.406 0.381 0.219 0.228 0.021

+0.363 +0.086 +0.075 10.028 10.042 10.044 +0.013
MK-3 (PK) B 80 2.500 1.418 0.416 0.268 0.231 0.239 0.028
MK-3 (PK) IT 75 2.300 1.359 0.381 0.253 0.205 0.212 0.011
CILIP-3 Ky B 80 2.350 1.361 0.383 0.260 0.216 0.217 —0.020
BP45-3 IT 80 2.450 1.378 0.396 0.271 0.215 0.226 0.031
BP55-3 I1 70 2.200 1.406 0.385 0.213 0.231 0.228 —0.024
AYUHCK: 80 2.750 1.363 0.393 0.344 0.205 0.219 0.035

10.354 +0.081 10.070 +0.031 10.038 10.042 10.020
MK-4 B 75 2.450 1.390 0.391 0.272 0.215 0.223 0.012
MK-4 IT 70 2.300 1.396 0.390 0.257 0.217 0.223 0.017
CIIP-4 B 75 2.200 1.288 0.334 0.231 0.197 0.191 —0.020
CLIP-4 I1 75 2.250 1.357 0.370 0.246 0.195 0.216 0.064
b. Mypra: 70 2.400 1.398 0.391 0.257 0.233 0.225 —0.029

+0.320 +0.095 10.080 +0.033 10.050 10.047 10.018
MK-5 B 70 2.300 1.382 0.408 0.227 0.233 0.214 —0.075
MK-5 IT 70 2.350 1.434 0.419 0.223 0.235 0.243 0.030
BP75-5 I1 70 2.100 1.373 0.365 0.223 0.229 0.213 —0.064

Enb cubupckas

M. Kemuyr: 70 2.000 1.263 0.298 0.212 0.174 0.176 0.040

+0.192 +0.060 10.057 10.043 10.040 +0.037 10.041
MK-1 B 65 1.900 1.278 0.304 0.224 0.175 0.182 0.069
CLIP-1 I1 65 1.800 1.239 0.267 0.215 0.171 0.158 —0.074
b. Mypra (PK): 80 2.450 1.268 0.315 0.354 0.181 0.178 0.000

+0.246 +0.061 10.059 +0.039 +0.039 +0.037 +0.026
MK-5 B 68 2.050 1.286 0.317 0.253 0.183 0.184 0.058
MK-5 I1 79 2.100 1.262 0.302 0.291 0.173 0.175 —0.010
BP75-5 IT 68 1.850 1.250 0.285 0.217 0.194 0.169 —0.116
Ko3synbka: B 75 2.350 1.244 0.294 0.346 0.165 0.166 —0.012

10.274 +0.059 +0.055 +0.034 10.033 +0.035 10.013
MK-6 84 2.000 1.253 0.291 0.250 0.166 0.167 —0.016
MK-6 I1 63 1.950 1.258 0.291 0.259 0.187 0.171 —0.085
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Taomuma 3. OKoH4yaHUe

Tomynsumst: BeIOOpKa, P Na Ne I h, H, H F
BO3pacTHasl rpyrmna

CIIIP-6 11 70 1.950 1.270 0.307 0.234 0.185 0.179 —0.034
CLaP-7 IT 70 1.750 1.201 0.230 0.211 0.122 0.136 0.065
Y-TyHrycka: 80 2.350 1.236 0.290 0.335 0.157 0.162 0.021
+0.233 +0.056 +0.054 +0.033 +0.033 +0.034 +0.022

MK-9 B 84 2.150 1.246 0.290 0.316 0.146 0.167 0.066
MK-9 I1 68 1.950 1.249 0.285 0.250 0.181 0.165 —0.093
BP65-9 B 63 1.850 1.229 0.265 0.230 0.145 0.154 0.029
BP65-9 11 63 1.800 1.213 0.256 0.223 0.159 0.148 —0.058

[Tuxta cubupckas

M. Kemuyr: 30 1.400 1.201 0.166 0.148 0.098 0.102 0.055
+0.152 +0.097 +0.070 +0.021 10.043 +0.043 +0.025

MK-1* B 30 1.400 1.204 0.162 0.154 0.099 0.098 0.008
MK-1 I1 25 1.350 1.194 0.159 0.102 0.102 0.096 —0.041
CHIP-1 B 20 1.300 1.194 0.145 0.077 0.089 0.091 0.012
CHIP-1 I1 30 1.400 1.182 0.158 0.149 0.094 0.095 0.023
CHIP-2 B 25 1.350 1.208 0.170 0.098 0.095 0.111 0.175
CHIP-2 I1 25 1.350 1.184 0.164 0.104 0.104 0.103 —0.006
Ko3zynbka: 30 1.400 1.202 0.164 0.156 0.098 0.102 0.028
+0.152 +0.097 +0.069 +0.029 10.042 10.044 +0.015

MK-6 B 30 1.400 1.203 0.166 0.159 0.103 0.101 —0.027
CIIIP-6 I1 25 1.350 1.206 0.164 0.102 0.096 0.104 0.084
CHLIP-8 B 30 1.400 1.189 0.161 0.146 0.093 0.099 0.025
CHLIP-8 I1 20 1.250 1.182 0.140 0.040 0.105 0.092 —0.458
Y-Tynrycka: 30 1.400 1.202 0.167 0.146 0.102 0.103 0.000
30 +0.152 +0.096 +0.070 +0.024 +0.044 10.044 +0.022

MK-9 B 30 1.400 1.197 0.168 0.146 0.106 0.104 —0.034
MK-9 I1 30 1.400 1.196 0.160 0.162 0.102 0.099 —0.033
BP65-9 B 25 1.350 1.201 0.158 0.117 0.106 0.100 —0.047
BP65-9 I1 30 1.400 1.196 0.168 0.141 0.095 0.103 0.054
Hapoim (PK): 30 1.450 1.224 0.180 0.174 0.112 0.113 —-0.019
+0.170 +0.102 10.072 +0.037 10.044 +0.046 +0.019

PK-10 B 30 1.450 1.237 0.186 0.212 0.118 0.117 —0.031
PK-10 I1 30 1.400 1.200 0.168 0.157 0.101 0.105 —0.008

IIpumeyanue. * — crapas Belpy6Ka, B — B3pocisle nepesbs, I1 — nonpoct; P — noss noauMopdHbIX T0KycoB (%), Ny — cpenHee 4ucio
aysesneii Ha Jokyc, Ng — addekTtuBHoe ymncio anneneit, / — nnaekc undopmannu (3utponun) llleHHoHa, hu — JIOJIsI peIKMX aJlIesieid,
Hg, Hi — nabmonaemas 1 oXxunaeMasi TeTepO3UroTHOCTb, F'— unnexc ¢pukcauuu Paiira.

Lap-1'3, Lap-2% 102105 45,206 poyyy_ 193,95.103. g 259
Fe-285 13 B naHHBIX NONyasLuUsIX He OOHApPYXEHO
CJIEYIOIUX AECATU aJUleNIel, PeIKO BCTPEYaeMbIX B
cubupcKoit yactu apeana: Got- I8, Gor-2148, Gor-3593,
Skdh-1°% 8, 6-Pgd-20"-°' Adh-1""% 1 [dh’. ¥V enm
cubupckoit: Got- 1'%, Got-200-106 Got-3'9 | [agp- °0- 98,103,
Lap-2'9 Skdh-1°7°, Skdh-2*, Mdh-2"%1%4  Mdh-3%>147,
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Idh=-281115 Gap1% Pam_ 14, Pam-27- 192 6_Ped-2%8. B
BLIOOPKAX €M OTCYTCTBOBAJIM CJIEAYIOIIME PEIKHe
amenu: Got- 188, Got-223, Skdh- 12, Mdh-38, Fdh3%0,
Pgi-28% 128 'V myxThl CHMOUPCKON BCETO BBHISBJIEHO
AT PEIKUX aJLIesIeil, B TOM YMCIE TPU B UCCIIENyEMBIX
nonyysauuax Mdh-3"% 131 Aco®, amnean Got-1°3,
Got-2" B HUX He OOHAPYKEHBI.
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IIpenBapuTebHBIN aHAINU3 BeeX 15 BEIOOPOK coc-
HbI OOBIKHOBEHHOM MOKa3ajl JOCTOBEPHBIE PA3IUY S
MeXIy HUMM MO 4yacToTaM ajijieieil BceX JOKYCOB
(p <0.0000), a mpu MOJTOKYCHOM aHaJIM3¢ — 110 BOCh-
MU JoKycam: Mdh-3, Got-2, Skdh-1, Lap-2, 6Pgd-2,
Pgm-1, Adh-1, Adh-2 (npu cpaBHEHUM HEHApPYIICH-
HBIX pyOKOI1 y9aCTKOB — TOJIbKO 1O TpeM). Haubonee
g depeHIIMPOBaHbI 110 YacTOTaM aJIjiejieit BELIOOPKI
CO CIUIOIIHBIX BBIPYOOK W KOHTPOJIbHBIX YY4aCTKOB B
nomysimsx “AurHcek” (2 = 57.26,d.f. 22, p <0.00006)
u “M. Kemuyr” (x> = 98.45, d.f. 22, p < 0.00000), B
MEHBbIIIE CTENMeHU U HEeIOCTOBEPHO B IOMYJISILIUSIX
“IToropenka” (x> = 3491, d.f. 24, p < 0.069) u
“B. Mypra” (2= 17.25, d.f. 22, p < 0.750). Hau6osee
o0eqHeHHas 110 aJlIe IbHOMY pa3HO00pa3uio (pepMeH-
ToB Tonyysinus “b. MypTa” CymiecTBEeHHO OT/IMdYa-
Jlach OT BCeX MOMYJISLMI MpU MONMAapHOM CPaBHEHUU
o 2—8 B 06111eM Habope JOKycoB (y> = 58.71—112.34,
d.f. 32—34, p < 0.0027—0.00000). TocToBepHOE CO-
KpallleHre YaCTOThl BCTPEYaeMOCTH PEeIKUX ajliesieit
y TOJIpOCTa Ha BbIpyOKaxX MO CPaBHEHUIO C MECTHBIM
KOHTpPOJIEM BBISIBIIEHO 11 BapuaHToB BP55-3 “Ilo-
ropenka”, BP75-5 “b. Mypta”, CIIIP-1 “M. Kem-
qyr” u CIIP-4 “AunHcK”, T.€. Ha BEIpyOKaxX MHTEH-
CHUBHOCTBIO BHINIE, YeM “yMepeHHO BhIcokass” 30—
40%, Oonbllle BCEro Ha CIUIOIIHON BBIpYOKe
“M. KeMuyr”, roe OBLI IIOJTHOCTBIO YHUYTOXEH MOY-
BEHHBIN IMOKPOB ¢ ImoapoctoM (puc. 3). JloctoBepHO
TakKXXe pa3Inyajnch MeXay co0oii 1Ba BapyuaHTa BbI-
GOpOYHOIT pyOKM MHTEHCUBHOCTBIO 45 1 55% (“Ilo-
ropeika”). OTMeTUM, 4TO 00a 3THUX yJacTKa II0CTIe
pYOKM OBLIM IIPOMASHBI HU30BBIM ITOXKapOM, HO Ha
BTOPOM OBbLJ1 CHJIbHEE HapyllleH MOYBEHHBIM U Ha-
IMOYBEHHBIII TOKPOB M OCTaBJIEHO HEAOCTAaTOYHOE
YUCJIO CEMEHHBIX JEPEBbEB, HEPABHOMEPHO pacIipe-
JleJIeHHbIX Ha Tutolaau. Haubosbiire 10CTOBEpHbIE
pas3auyuMs MO YacTOTaM PeIKMX ajliesieil ToJydeHbl
JIST BCEX BEIOOPOK IOJIPOCTA C BRIPYOOK M IJIST YaCTH
¢ MK no cpaBHeHuto ¢ PK. BDTu paznuuus B 11eJioM
XapaKTEPU3YIOT CTENeHb HapYLIEHHOCTU MOMYJISLIUA,
MOJBEPXKEHHBIX Pa3HbIM BUAaM aHTPOIIOTEHHOM Ha-
Ipy3KU B TeUEHUE IJTUTEILHOTO MEPUOIa BpeMeHU (BbI-
pyOkam, ToxkapaMm, pekpeaiiun). JloctoBepHOe cokpa-
1IEHME TeHETUYECKOTO pa3HOO0Pa31isi BHISIBIIEHO TAKXKe
B KyJibTypax rocie CIIP (puc. 3,a).

B Tpex momynsiuusix e cuOupcKoii BHIOOPKU Ha
BBIPYOKax TakXke HOCTOBEPHO OTIUYAIUCH OT KOH-
tpoabHBIX (MK, PK) mo yactore Bcex Hepeakux ani-
neneit (y*> = 51.24—138.92, d.f. 30, p < 0.0092—
0.00000), B momysrsimm “Bb. Mypra” pa3nmdnst ObIITA He-
nocroBepHbIMH ()2 = 28.11—32.0, d.f. 30, p < 0.37—0.56).
Paznmuust 1o ymcily peakux ajmieneil (o KpUuTepuio
Duiepa F) 66U JOCTOBEPHbBI BO BCEX MOMYJISIIIUSX
Kak oTHOocuTeIbHO MecTHOTO (p < 0.035—0.0023), Tak u
peruoHasbHoro koHtposist (p < 0.0097—0.00002)
(puc. 3,0), TaKKe W 1O 10JIe PeaKuX ajuenei i, (p <
<0.0026—0.0003). He otmnyanachk OT MECTHOTO KOH-
TPOJIS TOJBKO BbIOOpPKA MOIPOCTA, OCTABIIETOCS OT

MpeaBapuTEIbHOTO BO3OOHOBJIEHUS HA Y3KOM Y4yacT-
ke crutonrHoi pyoku CIITP-1, npuMbIkalomem K cTe-
He Jieca (TaK KaK Ha OCTaJIbHOM TIJI0IaIu BEIPYOKH C
yAaJ€eHHbIM MTOYBEHHBIM IOKPOBOM IOAPOCTA HE 00-
HapyKeHO).

B monyiasuusix NUXTbl CUOMPCKOM pasiuuust
Me3KIy BBIDYOKAMU M KOHTPOJIEM TOCTOBEPHBI B OT-
HOCHUTEJIBbHBIX MTOKA3aTeNISIX, HO HEBEJIMKH B YHCJICH-
HOM BBIDaXXE€HUU B BUAY HM3KOIO IOJIMMOpdusma
JIOKYCOB U YHMCJIa PEIKUX aJlIe/ieil B BHIOOPKaXx B 1ie-
JioM (3 annenst) (puc. 3,8), YTO OTMEUATIOCh BCEMU UC-
cliegoBaTeIIMU BUIa paHee [26, 29, 45, 46].

OBCYXIEHHUE

Kak BumHO 13 nipuBeaeHHOro (haKTU4eCKOro Ma-
Tepuasa, CJICACTBUEM UHTEHCUBHBIX PYOOK SIBJISIETCS
CYIIECTBEHHOE COKpallleHUEe J0JI1 PeIKUX ajijiesieil B
BBIOOpKAX ITOAPOCTa XBOMHBIX BUIOB. B pesyinbraTe
CpaBHEHMS BBIOOPOK M3 HapyIIeHHBIX HanboJiee NH-
TEHCUBHBIMU CIUIOLIHBIMU U BEIOOPOYHBIMU (BBIILIE
45%) pybKaMM TOMYJISLMIA C Majio HapyLIeHHBIMU
MOMYJISIIMSIMU TIOJTyYeHbI 00Jiee HU3KME 3HAYEHUS J10-
JIV TIOJIMMOPMHBIX JIOKYCOB 1 aJIJIeJIBHOTO pa3HOOOpa-
3us (IO penKuX ajulesieii): y COCHbI OOBIKHOBEHHOM
COOTBETCTBEHHO, Ha 9—12% (33—75% penkux ajuieneii);
y e cubupckoil — Ha 12—30% (14—58% penkux); y
MUXTHI cuonpckoit — Ha 8—29% (50—100% penkux). He
BBISIBJICHO COKpaIlleHWsT pa3HooOpa3ns n3odepMeH-
TOB Yy COCHBbI OOBIKHOBEHHOIi TOCJie BBIOOPOYHOIA
pPYOKM MHTEHCUBHOCTBIO 45%, TIpoBeneHHOI depes
JIECSITh JIET TTOCJIE CIa00ro HU30BOIO MoXKapa, CTUMY-
JIMPOBABIIIETO aKTUBHOE BO30OHOBIEHUE. TakuM 00-
pa3oM IIpoBeIeHHOE HaMU MCCJIeIOBaHNE B IOXXHOM
taiire CpenHeit Cnoupu B 1I€JIOM ITOATBEPXKIAET CY-
LLIECTBEHHOE BJIMSIHUE JIECOXO3SIACTBEHHOM IEATENIb-
HOCTH Y€JI0BeKa Ha TeHETUYECKOE pa3HOOOpas3ue I10-
NyasUuii XBOMHBIX BUAOB, Jaxke TOCJAe OMHOKPATHO-
ro Ipuema pyOOK, He paccMaTpuBas IpoodIemMy
JIECOTIOJIb30BAaHUSI U OOeIHEeHMUsI TeHOMOHIOB Ape-
BECHBIX BUAOB B UICTOPUYECKOM acmekTe (B IuTepa-
Type OTMeYaeTcsl HEYKJIOHHOE COKpallleHUe TIIola-
1 necoB Poccun 3a mociaengaue 200—500 net). OHO
COTJIaCyeTCSl C BBIBOJAMM JIPYIUMX aBTOPOB, YCTAHO-
BUBIIUX HEIOJHOE BOCIIPOU3BOJACTBO T€HETUYECKO-
ro pazHooOpa3us B Jiecax Iocjie pyOOK BCIICICTBUE
¢dparMeHTalIM apeajaoB, COKpaIlleHUS YUCIAeHHOCTU
MOMYJISILU, UCKYCCTBEHHOT'O BOCCTAHOBJICHUS U Ce-
nexkuuu [12—14, 32—40]. IIpuueM naxke ImpoBeacHUE
MOCTETIEHHOM BEIOOPOYHOI pyOKHM M pyOOK yXxoja He
rapaHTHUpYyeT COXpaHEHUS pelkux ajieieit [35, 41,
42]. B To xxe BpeMs1, He BO BCEX CIIy4yasix OOHapyKMBa-
€TCY BJIMSHUE XO3SIMCTBEHHOM IESATEILHOCTU Ye0-
BeKa Ha TIeHeTHYEeCKOoe pa3HOooOpasue ApPEeBECHBIX
pactenmii [11, 43, 44], Tak KaK COTJIAaCHO MepedrcC-
JIECHHBIM HCCJIEIOBAHUSIM OLIEHKHU JI€COXO3SMCTBEH-
HOI TIPAKTHUKKU 3aBUCST OT Pa3inuuii MeXIy O0beK-
TaMH MHCClenoBaHUsA (0MO-3KOJIOTUYECKUMU OCO-
OCHHOCTSIMHY BUIIOB M MICTOPUU TeHOMOHIOB pa3HBIX
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Puc. 3. YMeHbllIeHHe Yrcia peaKux ajuiesieii (B %) Ha BIpyOKax 1o cpaBHeHHUIo ¢ MecTHbIM (MK) u pernoHanbHbiM (PK) KoH-
TpoJiem; *, ** *** coorBercTByeT P < 0.05, 0.01, 0.001 ypoBHSIM TOCTOBEPHOCTH Pa3INuUii Mo Kputeputo duiirepa OTHOCUTEIb-
HO MK (B cko6kax — oTHocuTenbHO PK), H/I — HemoCTOBEpHO; B MOITYJISILIMSIX COCHBI OOBIKHOBEHHOM — a, €11 CUOUPCKOIT —
0, TIMXTBI CUOMPCKOI1 — 6.

BUIIOB U MX MOMNYJISIIUIA, OT BIOOpAa F€eHETUYECKMX  IUIOIIAAU BhIPYOOK, FTeOMETpUIECKOIt (hopMe ITOM T10-
MapKepoB); a TakKXe, COIJIaCHO IIOJYYEeHHBIX HaMW  Inaau (KBagpaT — Y3KWI MpPsSIMOYTOJIbHMK), pa3zMepax
IaHHBIX, — OT pa3jIMUMii B pa3Mepax MOIyISIOUii, OKpyXaromeil pyOKy MaJOHapyIIIeHHONH TEePPUTOPHN;
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306 TUXOHOBA u ap.

BO3MOXKHOTO BO3IIEMCTBUSI TTOXKAPOB JI0 U MOC/IE PYOKH,
HaJIM4usl (pakKTOpOB, MPETSITCTBYIOIIMX BOCCTAHOBJIE-
HUIO JIECOB, TUOO CIOCOOCTBYIOIINX €My (HaIrpumep
YHUUYTOXEHUE HAIIOUBEHHOTO MOKPOBa TocJie pyoKu
WJIN TIPOBEJeHNE PyOKH B TOAbI C BHICOKHMM YpOXKaeM
ceMsiH). B yacTHOCTM, MeHbIllee COKpallleHUe YMucia
penKux ajuiesieii HabJIoJanoCh Ha CIUJIOLIHBIX Bbl-
pyOKax HeOOJIBIION IJIOIIAAN B ITOITYJISIIIMSIX COCHBI
o6sikHOBeHHOI (CYP) 1 entu cubupckoit (CLLIP-6).

ITockonbKy Ha BBIpyOKax OCTaBIIIMECS B3POCJIbIE
JIEpEBbsl XapaKTepU3YIOTCS MEHBIIUM aJIeJIbHBIM
pa3HoOOOpa3ueM MO CPaBHEHUIO C IIOAPOCTOM, TO
YMEHbBIIAETCS YMCJIO HOCUTEIEH peaAKUX ajenei pe-
MIPOAYKTUBHOIO BO3pacTa B LIEJIOM U YBEJIMUNBACTCSI
BpeMsi, HEOOXOAUMOE IIJISI MMOJTHOILIEHHOIO €ro BOC-
MPOU3BOJICTBA 10 TOCTUKEHMUS TIOAPOCTOM BO3pacTa,
Kak MUHUMYM, 60—80 JjeT. DTO MOBBIIIAET PUCKU
JMaJIbHEUIIIEro CHUXXKEHUSI pa3HOOOpasusi B CBSI3U C
YYaCTUBIIMMUCS TTOKapaMu (4acTO aHTPOITIOTEHHOTO
IIPOUCXOXACHNSI) B COCHOBBIX JleCaX, OT KOTOPHIX B
MEPBYIO OYepeab T'MOHET IOAPOCT U COKpallleHUEM
BpeMeHH Bo3pacTa pyoku co 120 go 100, a Teneps B
psine cay4daeB go 80 jet. Ha BeIpyOKax yBeIM4nBaloT-
CSI pa3IMuMsI MEXAY ITOKOJEHUSIMU B3POCIIBbIX Aepe-
BbEB U MOAPOCTA, a TAKXKE MEXKIY LIEHOMOITYISIIUSIMHU
(v cyononyJIsInusIMr) B IIPOCTPAHCTBE 110 YaCTOTE
BCTPEYaEMOCTH OTHOMMEHHBIX PeIKMX ajuieneit. OmHa-
KO, KaK OBLJIO TI0KAa3aHO BhIIIIE, HA BIPYOKaX MOTYT CO-
XPaHSATBCSI HOCUTEIA OUEHD PEIKMX JIJIsI ITOYJISILINY aJl-
JIeJield, IT03TOMY ITOC/Ie BKIIOYEHMSI B aHA/IM3 TIOAPOCTa
COCHBI C BBIPYOOK MX YMCJIO B MOMY/ISILIMOHHBIX BEIOOP-
Kax yBeJIMUYIOCh B morysisauusax “Iloropenka” ¢ 11 go
19, “M. Kemuyr” — ¢ 9 no 12, “Aunnack” — ¢ 12 mo 15,
B TOM YKCJIe, BO3MOXHO 3a CUET yBEJUUYEHUs BEIOOD-
k1 ¢ 30—60 mo 90—150 ocoGeii. I[ToaTomy s Gonee
HaJeXKHOTO COXpaHEHUSI TeHETUIECKOIO pa3HOO0pa-
3US MOIYJISILUU XBOMHBIX BUIOB XKEJIATEJIbHO YBEJIN-
YUTh BO3pacT pyoku mo 120—150 jeT Ha y4yacTkax,
yKe MPOMIeHHbIX pyOKaMU.

IMpumMedaTerbHO, YTO MOITYJISIIIMU TTUXTBI CUOMP-
CKOM OTIMYAIOTCS 3HAYUTEIbHO MEHBIIMM IT0JI1-
MOpGU3MOM JIOKYCOB, MEHBIIIEH NoJeil penKuX ajiie-
neit (7—10% ot ux obIIIero Yrciia), y COCHbI OOBIKHO-
BEHHOM U eJIM CUOMPCKOI MX, COOTBETCTBEHHO, 32—
40 1 16—26% ot o6111eTO UYncia. Y NUXThl CHOMPCKOit
HITDKe 91CI0 3(POEKTUBHBIX MUTPAHTOB Ha MOKOJIEe-
Hue (Nm = 2.4) 1o CpaBHEHUIO C COCHOI M €JIbIO
(Nm = 4.8—5.3). Ecniu npu 3TOM CpaBHUTh OIIHO-
WMeHHBIe (DepMEHTHBIE CUCTEMBI y TpeX XBOMHBIX
BUIOB, MOXHO TaKXXe 3aMETHTb B HECKOJIPKO pa3
0oJblliee YUCI0 MOHOMOPGHBIX JIOKYCOB M ILIEbIX
(epMEHTHBIX CUCTEM Y ITUXTHI CUOMPCKOi1 (Taba. 2).
Hanpumep, y cOCHBI OOBIKHOBEHHOIT MOHOMOP(HBI
Jokychl Mdh- 1, Idh, Pgm-2, Sod-2; y enu cubupcKoii
MoHoMophHbI Mdh- 1, 6-Pgd-3, Sod-1; y NUXThI CU-
OMpCcKO MOHOMOP(MHBI MJITA MAJIO U3MEHUYMBHI JIOKY -
cbl Pgm-1, 6-Pgd-2, Skdh-2 v nokycsl (hepMEeHTHBIX
cucteM Got, Mdh, Adh, Fe, Lap, Fdh, Idh, Pgi, Sod |29,
45, 46]. Takue HU3KHME ITO0Ka3aTeJud IeHETHMYECKOM

W3MEHYMBOCTH B 1IEJIOM HE XapaKTEePHHI UISI BUIOB C
IIUPOKUMHU apeayiaMu (KaK y MAXTbl CUOMPCKOIA), HO
4acTo HaOJIIOJAIOTCs Y BUIOOB C OYCHb OIpaHUYCH-
HBIM pacrpocTpaHeHueM, 3HIeMuKoB [17, 47]. Ile-
peYrciIeHHbIE OCOOCHHOCTH T€HETMYEeCKON U3MEH-
YMBOCTU AJJIO3MMOB B TTOMYJISILIUSIX IIUXThI CUOMPCKOM
MOATBEPKIAIOT, YTO MCTOPHMS BHIA MOXET MMETb HE
MEHbIIIee 3HaYeHUe, YeM eTro reorpauiyeckoe pacipo-
cTpaHeHue. PesynabTaThl HCCIENOBaHUSI CBUIETEb-
CTBYIOT O 3HAYUTEJIPHOM yTpaTe BUAOM BHYTPUBUIOBO-
To aJyIeJIbHOTO pa3HooOpa3ust (PepPMEHTHBIX JIOKYCOB
OTHOCHUTEJILHO JPYIMX BUIOB ITUXThI, 0COOCHHO OIM3-
KOPOICTBEHHBIX BUWIOB TUXTHI Abies sachalinensis
(F. Schmidt) Mast u Abies nephrolepis (Trautv.) Max-
im. (HanboJsiee 6JIM3KUX TTUXTE CUOUPCKOM, C TEHETU-
YeCKMMU OUCTAHIIUSIMY, COOTBETCTBYIOLIMMHU YPOB-
HIO TTOIBUAOB [29]), a TaKXKe OTHOCHUTEIBHO APYTUX
XBOMHBIX BUIOB, mpom3pacTtapmux B CeBepHOI
EBpasnn. DT1o yka3siBaeT Ha HEOOXOOMMOCTE Oosee
MOAPOOHOr0 M3y4YeHUSI TeHETMYECKOM U3MEHUYUBO-
CTH BHJA Ha BCEM €ro apeaje, 0CoOOOro Iomxona K
aHaIM3Y BIWSHUS JIECONOJIb30BAHMS HAa MOMYJISIINN
JIAaHHOTO BMJa, HMCIIOJb30BaHUSI NPYrux Oojee u3-
MCEHYMBBIX MapKEpOB, a TAKXKE pa3pabOTKU METOIOB
COXpaHEHMS €ro I€HETMYECKOro pa3zHooOpasus M,
BO3MOXHO, BOCCTAHOBJICHUST YTPau€HHOTO Pa3HO00-
pa3us ¢ UCHOJIb30BAHUEM CEMSIH U3 HEHMCCIeoOBaH-
HBIX MAaJIOHApYIIEHHBIX JIECOB CEBEPHOM TalIru U
TOpHBIX TeppuTopuii. HeoOXoguMBl McCeIOBaHUS
10 UHTPOAYKIINY MUXT CaXaJIMHCKOU 1 OEJIOKOPOi 1
ruopuan3anuy ¢ MHUXTOI CHMOMPCKOiT B OOTcamax.
Kak ormeuaer C.A. Cemepukona [29], ¢ 3anaga Ha
BOCTOK — OT IOKHOTO M CpeIHeTo Ypajia 1 3armagHoi
Cubupu Kk Bocrounomy CastHy 1 ceBepHOMY Ypainy
HaOJIIoMaeTCsl YBEIMYEHUE TeHETUYECKO M3MEHUYMBO-
CTH B ITOITYJISILIVSIX TTUXThI CUOMPCKOIA, UTO OOBSICHSIETCS
KOHTaKTaMH1 MexKAy norry iiuusiMu ¢ CeBepHOro Ypaia
u rora BoctouHoit Cubupu B ICTOPUUYECKOM ITPOIILIOM.
OtMedeHHasI 3aKOHOMEPHOCTh, Ha Halll B3IJISII, TAKXKE
MOXKET OBITh CICACTBUEM MEHbIlIeil HapylIeHHOCTHA
JIECOB B paiioHax YpajbCKOro ceBepa u rop Bocrou-
Hoii Cubupu. IIpuyeM 3Ta 0COGEHHOCTDH 3a(hUKCU-
poBaHa He TOJILKO IS €BpPa3suiCKMX BUAOB ITHXTHI,
HO U JJIs1 BUIOB ITMXTHI, ITpou3pacTtaioiiux B CeBep-
Hoii AMepuke [47]. AKTyaJlbHOCTb TaHHOM TpoOJie-
MBI OCOOEHHO BBICOKA B CBSI3M C (paKTaMu HanOOJIb-
LIETO CPENY NPYTUX TEMHOXBOWHBIX BUIOB YCHIXaHUSI
MUXTOBBIX JiecoB B Poccnut (10%) [48] 1 nx Gombieit
YYBCTBUTEIBHOCTA K M3MEHEHUSIM YCJIIOBHI CpeIIbl
[15], a Takke yyacTMeM BHMOA Ha 3aKIIOYUTEIIBHBIX
CTaIMsIX BOCCTAHOBUTEIbHO-BO3PACTHBIX CYKIIeCCUit
(6GoJtee penKnX B YCIOBUSIX IKCIUTyaTalliM JIECOB).

SAKJTIOYEHUE

Hcxons n3 mony4eHHbIX HAMU JaHHBIX HA OCHOBE
n30(PepPMEHTHBIX MAPKEPOB, MOXKHO CIEIATh CIEIy-
OIIME BBIBOILI OTHOCUTEILHO BIMSHUS PYOOK Ha re-
HETUYECKYIO M3MEHYMBOCTb MOJIOJOIO IMOKOJEHUS
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ITEHETUYECKAA MSMEHUYMUBOCTD

JIEPEBbEB B IIOIIY/ISIIMSIX XBOWHBIX BUIOB B IOXHOM
taiire CpegHeit Cubupu. YCTaHOBJIEHO TOCTOBESPHOE
COKpallleHHe TT0Ka3aTejieil TeHETUICCKOM N3MEHY -
BOCTH Y ITOJPOCTA XBOMHBIX BUIOB ITOCJIE PYOOK yMe-
PEHHO BBICOKOI M BbICOKOM MHTEHCHUBHOCTH (BBIILIE
30—40%), B TIepBylO OYepedb CHUKECHHE YaCTOTHI
BCTPEYAEMOCTH PEIKUX ajuiesieil B BeIOOpKax. Hau-
OOJILIINIA HEeTraTUBHBIN 3(@dEeKT, B 3TOH CBSI3M, Ha-
Oomalicsl TIOcJie CIUIOIIHBIX IIMPOKOJECOCEUHBIX
pyOOK Ha OOJILIION TIITOIIATM M OCOOESHHO Ha yJacT-
Kax C ITOJIHOCThIO yIaJeHHbBIM (BbIBE3€HHBIM ) HAIIOY-
BCHHBIM 1 ITOYBEHHBLIM ITOKPOBOM.

Pesyinbrath! vccieqoBaHus MO3BOJISIIOT CAENATh BbI-
BOJI, 0 OOJIBIIIEH YCTOMYMBOCTH TeHO(POHIOB ITOMYJISIIIIA
CBETJIOXBOMHOI COCHBI OOBIKHOBEHHOM K ITOBPEXIAIO-
IIIM BO3IEUCTBUSIM (BbIpYOKaM HEBBICOKOI MHTEHCHB-
HOCTH 11 HA30BEIM MoXKapam) II0 CPaBHEHUIO C TEMHO-
XBOMHBIMM BuaamMu. O CymiecTBEeHHOM HapylIeHHO-
CTH €JIOBBIX JIeCOB 10XKHOM Talirn B CpenHeit Cudupu
MOTYT CBUAETEILCTBOBATH JOCTOBEPHO OOJIee HU3KIE
OIIEHKM TE€HEeTUYECKOro pa3HooOpasus B BBIOOpPKaxX
MECTHBIX KOHTPOJIEHA MO CpPaBHEHUIO C PErMoHaIb-
HbIM. OTMEe4YeHO OYeHb HM3KOE aJljIeJIbHOE Pa3HO00-
paszue M30(PEepPMEHTHBIX JOKYCOB y IIMXTHI CHOMP-
CKOIi, Ha 4TO oOpaIlajiu BHUMaHUE U Ipyrue uccie-
mosarean. Haubojiee BeposiITHOM NPUYMHON 3TOrO
¢eHOMEHA Ha HaIIl B3TJISII SIBISICTCS HE €CTECTBEHHAS
(M3HayagbHas1) 0COOEHHOCTh BUA, a yTpaTa UM 3Ha-
YUTEJIbHOM YaCTU BHYTPUBUIOBOIO aJIIeJIbHOTO pa3-
HOOOpa3ust (PEepMEHTHBIX JOKYCOB OTHOCHUTEIBHO
JIPYTYX BUOOB MUXTHI B IPOIILIOM, OCOOEHHO OJIM3KO-
POICTBEHHBIX BUIOB (BO3MOXHO, ITOABUIOB ITMXTHI
CHUOMPCKOI) IMMXTHI CaXaJMHCKON M IMXTHI OEI0KO-
poit, a TaKKe OTHOCUTEJILHO IPYTUX XBOMHBIX BUIOB,
nmpouspacratoniux B Cuoupu. YtooObl pazodpaThcs B
3TOM BOIIPOCE HEOOXOIMMO OoJiee ToApOOHOe M3yde-
HYE TeHETUYEeCKOU M3MEHYMBOCTU BUIA Ha BCEM €ro
apeajie ISl pa3pabOTKM CHOCOOOB cOoXpaHeHUs (MU
BOCCTAaHOBJIEHMST) TEHETUYECKOTO pa3HOO0pa3s BUIA.

Bricokue mokazaTtenn pa3zHooOpa3us y moapocTa
COCHBI OOBIKHOBEHHOM ITOCJIe BBIOOPOYHOM PYyOKM
“yMepeHHO BBICOKOW” wHTeHCHMBHOCTH (30—40%)
MO3BOJISIIOT IIPEABApUTEIbHO PEeKOMEHIOBATh ITPU-
JIepKUBATHCSI ITOM IIPEeACIbHOI BEIUYNHBI BHIPYOKU
(1 Huke). Ta e BeIUuYrHa IIPUBOAUTCS MO PE3Yib-
TaTaM MCCJICAOBAaHUS BIIMSIHUS IIPOPEKUBAIOIINX PY-
0GOK MHTEHCUBHOCTHIO MeHee 30% B COCHSIKAaX Ha I10-
KazaTeJIM TeHETUYECKOro pa3Hoobpa3ust COCHBI [49].
M3 coiomHbIX pyOOK, Ha Halll B3IJISO, Haubosee
MPEANOYTUTEIbHBI Y3KOJIECOCEUHbIE PYOKM I10JI0CA-
MU mMpuHoi 25—50 M (okosio 30 M mpH UCOJIb30Ba-
HUU XapBecTepa) U pyOKM Ha HeOOJIBIIOM TUIOIIAIN.
HeoOxongnmMo o0TKa3aTbhCs OT CIUIOIIHBIX BBIPYOOK
ruiomanpo ceeilre 20 ra v XKeJaaTeJbHO — OT IOCTe-
IICHHEBIX “paBHOMEPHO-BBEIOOPOYHBIX” PYyOOK, IIpHU
KOTOPBIX JIECO3arOTOBUTEIN HECKOJIBKO pa3 HapyIIaloT
TMOYBEHHO-TPABSIHOM MOKPOB C MOAPOCTOM, XOTSI 3TOT
Coco0 B HACTOsIIIEe BpeMsI cCuMTaeTCs InansaiuM. Ha
Halll B3IJIsIA OoJiee MPEArOYTUTEIbHbBI OMHOKPATHBIE
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BBIOOpOYHBIE PYOKM, KOMOMHMPOBAHHBIE CO CILIOII-
HBIMM Y3KOJIECOCEUHbIMU. MBI IpeiiaraeM Ha orpe-
JeJICHHOM TUIOIIAAY CIIeJIbIX HACaXKIEHU BBIIEISITh
HeOOJIbIIINE YJYaCTKU MO CIUIOIIHYIO PYyOKYy, CyM-
MapHas IUIollagb KOTOPBIX OyIEeT COOTBETCTBOBATh
BeJIMUYMHE BbIOOpOoUHOil pyoku (20—30%), nubo He-
MHOTO Gonblneit mATeHcUBHOCTH (30—40%), HO C
YCIIOBHEM OCTaBJIEHMS OOCTATOYHOIO YMCJia TPYyI
ceMeHHBIX AepeBbeB [50]. Cnemyronnyo pyoKy B MO-
JIOBUHE OCTaBIIIMUXCSI HETPOHYTHIMU CIEJIbIX Hacax-
JIEHUI1 MOXHO IIPOBOIUThL HE paHee (hOPMUPOBAHUSI
B3POCJIOTO JPEBOCTOsSI HA Yy4YacTKaX, ITPOMIEHHBIX
nepBoii pyokoii. CiiecTBMEM TaKOTO JIECOITOIb30Ba-
HUust OyneT ¢opMHUpOBaHUE XapaKTEpHOW IS BO-
CTOYHOCHOMPCKUX MOMYJISIIUIA COCHBI OOBIKHOBEH-
HOJi TpyHNIOBO-Pa3HOBO3PACTHOI CTPYKTYPHI APEBO-
cToeB (B OAaHHOM ciydae Tpex IIpeobiagarolimx
BO3pACTOB).

IMTocne ycraHOBIEHUS MPOCTPAHCTBEHHON MOITY-
JIIIMOHHOM CTPYKTYPBI XBOMHBIX U B YCIIOBUSIX BBI-
COKOM WMHTEHCHBHOCTU 3KCIUTyaTalli €CTECTBEH-
HBIX JIECOB JJIsSI COXpaHEHUSI X T€HETUYECKOTro pa3-
HOOOpa3us XKejJaTeJIbHO, Ha Halll B3IJISI, BHIACISITH
TeHEeTUYECKIME Pe3epBaThl BO BCEX MOITYJISILIMSIX, OCO-
OEHHO Ha rpaHUIIaX apeajgoB BMIOB. OmHAKO ITO MHE-
Huio @.J1. ABpoBa [16] oHM He TOJBKO He pelar Impo-
611eMy coXpaHeHMsI TeHO(POHIOB, HO 1 YCYI'YOSIT ee, T.K.
TPaHUILIbI MOMYJISIIIUI HECTAOMIBHBI 1 UISI COXpaHe-
HUSI eIMHCTBA FeHO(OHIa HyXXKHa HelpepbIBHAS 13-
MEHYMBOCTH Yepe3 MHOKECTBO ITePEXOIHBIX (DOPM, C
yeM MBI CorIacHBI. Takoro XXe MHEeHUS IIPUIe pKUBa-
I0TCS U Apyrue ucciaenosatenun [52, 53]. Mmerorcs
TakxXe oIpejielIeHHblIe MPoOJIeMbl MOIepXKaHUS Te-
HETUYECKHNX PEe3epPBATOB B HOPMAJILHOM COCTOSIHUU
[54], mosTOMY BBHAY HEPEIIEHHOCTH ITaHHOW IMpO-
6J1eMBbl TTpeABAPUTEILHO MOXHO PEKOMEHI0BATh CO-
3MaHUE CUCTEMbl BPEMEHHBIX (IMHAMWUYHBIX B TIPO-
CTpaHCTBe) reHeTn4YecKux pe3epBaToB (I'P), ocodeH-
HO B OKPECTHOCTSIX KPYIHBIX HACEJIEHHBIX ITYHKTOB,
Ha paccTostHUM He 6osee 100—150 kM apyr oT Apyra
Ha OCHOBE CYIICCTBYIOIINX €CTECTBEHHBIX ITOITYJISI-
O XBOMHBIX BUIOB. IIpn Takoif IIMPOKOI MX CH-
CTeMe JOCTAaTOYHO OyJIeT YCTAaHOBUTH 3aripeT Ha pyo-
ku BHyTpu I'P, cBoeBpeMeHHOTo MpoBeaeHUST PyOOK
OOHOBJIEHMS U ITepedOpMUPOBAHMS Ha IUIOIIAAU I10
nepuMeTpy Bokpyr I'P (B Tpu mipuema y3KuUMH JIeco-
cekaMHu), a mocjiae (QOPMUPOBAHUS TTOJTHOLIEHHBIX
B3POCJBIX HacaXXAeHUI B OyhepHOIl 30He MPOBECTU
aHaJOTUYHYIO pyoKy BHyTpu I'P.

Pa6Gora BBITTOTHEHA B paMKaX GIOIKETHOTO TTPO-
exkta ®I'BHY 3CO UJI CO PAH, ®UILl KHLI CO
PAH (mmpoekT Ne 0356-2019-0024) u ripu puHaHCO-
Boil momaepxke Poccwuiickoro ¢oHma dyHmaMeH-
TaTbHBIX UccienoBanuii [1paBurenberBa KpacHosip-
ckoro kpasi, KpacHosipckoro kpaeBoro ¢GoHIa HayKu
B pamKax HayuyHoro nmpoekrta Ne 18-44-240002 “H3y-
YyeHWe TEeHETHMYECKOTO pPa3sHOOOpa3wsT MOy
OCHOBHBIX JIECOOOPa3yIOIUX XBOMHBIX BUIOB B IPU-
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TOPOIHBIX JieCaX KPYITHBIX IIPOMBIIILICHHBIX IIEHTPOB
Cubupu”.

Hacrosiast craTbs He COOCPKUT KaKMX-JI100 KC-
CJIEIOBAHUI C UCIIOJIb30BAHUEM B KAUYE€CTBE o0BeKTa
KNBOTHBIX.

Hacrosas craTbs He COOCPKUT KaKMX-JI100 UC-
CJIEIOBAHUM C yY4aCTUEM B KaA4€CTBEC 0O0BEKTA JTIOACHA.

ABTODBI 3aSIBIISIIOT, YTO Y HUX HET KOH(MJIMKTA MH-
TEepPECOB.
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Genetic Variability in the Populations of Pinus sylvestris, Picea obovata, Abies sibirica,
and in Cuttings in the Southern Taiga of Central Siberia
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We studied the variability of polymorphic isozyme loci in 1180 individuals of undergrowth in 4 populations of
Scots pine (Pinus sylvestris L.), Siberian spruce (Picea obovata Ledeb.) and Siberian fir (Abies sibirica
Ledeb.), growing in the southern taiga of Central Siberia, on the sites passed by logging of different intensities
and in the control. In total, 15 samples of Scots pine, 13 samples of Siberian spruce, and 16 samples of Sibe-
rian fir were studied within the populations. A comparative analysis of the data confirms a significant reduc-
tion in genetic diversity of young generation of trees of three coniferous species (by 8-30% in the number of
alleles and the level of polymorphism of loci, by 14-75% in the number of rare alleles) in the place of clear
large-scale cuttings and selective cuttings of high intensity. It was noted that the gene pools of populations of
dark coniferous species are more sensitive to anthropogenic impacts compared with light coniferous (Scots
pine). Features of the genetic variation of allozymes in Siberian fir populations indicate a significant loss by
the species of the intraspecific allelic diversity of the enzyme loci, therefore it is necessary to use another
markers and approach to the analysis of the impact of forest management on the population of this species as
well as greater care for the conservation of its genetic diversity. Of the used indicators of genetic variation the
most informative for the genetic monitoring of coniferous forests are rare alleles of polymorphic loci in gen-
eral, and especially rare alleles of loci characterized by a low level of polymorphism. Of the used indicators of
genetic variability, the most informative for the purposes of genetic monitoring of coniferous forests are rare
alleles of polymorphic loci in general, and especially alleles of low polymorphic loci.

Keywords: genetic diversity, coniferous species, clear and selective felling, southern taiga.
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VY 1mMpoKoii BBIGOPKY COPTOB JyKa-nopest Allium porrum L., paznudatonuxcs conepxaHueM ButamuHa C,
UICHTADUIIMPOBAHEI M OXapaKTepHU30BaHbl KOOUPYIOIINE IOCIenoBaTeIbHOCT TeHa ApGGPI1, ipomyKT
kotoporo — I'IMP-L-ranakro3odochopuiiaza — sIBIIETCSI KIIIOYEBBIM (EPMEHTOM L-TajlaKTO3HOTO MyTH
omocuHTe3a ButamuHa C. OnpeneiieH auteabHbIN momMmopdn3M KIHK rena ApGGP1y 35 copToB JTyKa-
rnopesi, BbISIBJICHO 29 ajijieIbHbIX BApMAHTOB, cooTBeTCTBYIOIIMX 11 BapuaHTam 6enka ApGGPI1. B nocne-
nmoBatenabHOCTIX ApGGP1 y nmyka-nopest u npyrux BunoB Allium BeissBiieH ponocnenudnaHbiii C-KOHIIe-
Boit MmoTuB (50 a. 0.). OnpeneneH npoduib sKkcnpeccuu reHa ApGGP1 B pa3IUUHBIX OpraHax U TKaHsIX (Ko-
pPEHb, TOHIIE, OTOEJIEHHAsT YacTh JIOXKHOTO CTeOJI M 3eJIeHBIN JTUCT (MOJIOION M 3peiiblif)) JyKa-Tiopesl.
Tpanckpuntbl ApGGPI npucyTCTBYIOT BO BCEX aHAJM3UPYEMbIX TKaHsIX. MaKCcUMaJIbHBIM YPOBEHb BKC-
MIpeccuy TeHa HabIIoAaeTCs B JIMCThSIX, MUHUMAJIbHBIN — B moHIIe. [Tpu 3TOM B KOpHSIX (He(hOTOCUHTE3M -
pylolliasi TKaHb) YPOBEHb 3KCIPECCUM T'eHa TOCTATOUYHO BBICOK 1 COMTOCTABUM C TAKOBBIM B MOJIOJIBIX JIM-
CTBSIX.

Karoueswie crosa: nyk-nopeii, Allium porrum, I 1®-L-ranakrozodochopuiiasza, noaumMopdusm reHa, npo-

unb skcnpeccuu.

DOI: 10.31857/S0016675821030036

L-ackopounHoBas kuciyiora (AK, ackopbar, BUTa-
MUH C) BIsIETCS BaXKHBIM 3JIEMEHTOM HedepMeHTa-
TUBHOM aAHTUOKCUIAHTHOW CHUCTEMbI 3YKAPUOT —
pacteHUi 1 KUBOTHBIX [1, 2]. Takke AK BoBieyeHa
B TIPOLIECCHI KJIETOYHOTO POCTA U IECJIEHUS U SIBJISIET-
cs cyOcTpaToM Uil CMHTEe3a OPYTUX COSAMHEHUN U
KodakTopoM HekoTopbix depmeHtoB [1, 3]. Ilpu
3TOM PsI KMBOTHBIX, BKJIIO4Yasi MpUMaTOB, HE CITO-
coOHBI cuHTe3upoBaTh AK, Tak Kak motepsijiv pyHK-
IIMOHAJIBHBIN TeH, KOTUPYIOIINKN ITOCIIeTHUI dep-
MEHT B myTu o6mocuHTe3a AK, 1 1morygaroT Heo0x0-
IuMEble KomdyecTBa Butamuna C ¢ nuieit [1].

B pactenusgx sButamuH C ObLT 0OHApYKEH BO BceX
KJIETOYHBIX CTPYKTYpax, BKJII0Yasi MUTOXOHIPUHU, TIe
TIPOMCXOONT MOCHETHIS cTanust onmocuHTe3a AK [1].
Conepxanvie AK 3HaYUTEILHO BapBUPYETCS B Pa3HBIX
TKaHSX M HauOOJbllIee KOJIMYECTBO XapaKTEPHO IS
(GOTOCHMHTE3UPYIOLINX JINCTHEB, MEPUCTEM, LIBETKOB
U HE3pEJIbIX IUIONOB, a HAMMEHbIIee — JJid cTeOJIeil 1
KopHeii [1, 4].
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K HacrosiliemMy BpeMeHU OMUCaHbl YeThIpe OC-
HOBHBIX TTyTH OumocuHTe3a AK — L-ramakTo3HbINH,
L-TyJI03HBINA, TaTaKTYpOHOBBII ¥ MUO-UHO3UTOJIOBBIN
[1, 5]. OcHOBHBIM B pacTeHMsIX cuuTaeTcsl L-ramak-
TO3HBIH ITyTh CMUpHOBa—Yuiiepa (Smirnoff-Wheeler),
KOTOpBI HaunHaeTcs ¢ obpaszoBaHust ['JID-D-maH-
HO3bI, MOATAIIHO MpeobpasyeMoil B TPOU3BOIHBIE
L-raiakTo3bI BIUIOTH 10 CUHTE3a KOHEYHOTO TTPOAYKTa —
L-ackopbunoBoit kuciorel [1, 6]. KioueBbIM
depmeHTOM L-Tranakro3Horo nytu sisasiercs ['J1D-
L-ranakro3odocdopuiaza (GDP-L-galactose
phosphorylase, GGP; EC 2.7.7.69), katanusupyio-
1asi BTOPOM 3Tam OWOCHUHTE3a — MpeBpallleHue
I'’1P-L-ranakro3sl B L-ramaktosy-1-P [1, 7].

I'1®-L-ramakro3zodocdopuiasza KOTUPYeETCs re-
HOM GGP, mociaemoBaTeTbHOCTH KOTOPOTO MIEHTH-
¢duMpoBaHbl Y MHOTUX BUIIOB pacTeHwuii [5, 6, 8, 9].
IIpy TOM TeHOM pacTeHMii MOXET colaepxkaTb He-
CKOJIBKO TIapaJIOTUYHBIX T€HOB, KOAUPYIOIIUX M30-
¢dopmel manHoro depmenrta. Hanpumep, y Arabidopsis
thaliana npentnduuupoBaHo nBa reHa [JId-L-ra-
nakTozodocopunazel — VITAMIN C (VIC) 2 n
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VTC5, omHako BKJIag 3TUX TEHOB B ITpoIlecC OMOCHH-
te3a AK 3HaumrtenpHO pasmudaercd: VTC2 mrpaer
peobIamaoILyio poib, a VT C5 — nomomHsIonyio [8,
91. ¥ Triticum aestivum B KaxKIOM M3 TPEX CyOT€HOMOB
HaingeHo 1o nBa reHa ['JI®P-L-ramakro3odocdopu-
nasel (TaGGPI-A/B/D n TaGGP2-A/B/D), npodu-
JIN 5KCHPECCUM KOTOPBIX CUIIBHO Pa3IMYaloTCs, 4TO
MOXET O3HauaThb Y4acTHe OTAENbHBLIX M30¢hopM (c
npeobmanaomuM BrusaueM TaGGP1) B 6mocuHTe-
3¢ AK B KOHKpETHBIX TKAHSIX M OpraHax MSTKOit
MIIeHULHI [6].

Jlyk-niopeir (Allium porrum L.) sBhsieTcsl ToOMy-
JIIPHOI OBOIITHOWM KyJbTypoii B 3amanHoit EBporie u
A3suu, a B riocienHee Bpemsi u B PO. B nuiy npurom-
HO IIPaKTUYECKU BCE pacTeHUE — OTOCJICHHBIN JTIOX-
HBbIIi CcTeOesib M 3eJIeHble JIUCThbs. ACKOpOMHOBasI
KHMCJI0Ta BHOCUT 3HAUMTEIbHBIN BKJIad B aHTUOKCHU -
JIAaHTHYIO aKTUBHOCTb JIyKa-Tiopesi, IpUYeM B 3eJICHbIX
JIMCTBSIX coaepxkaHre AK 3HauMTeIbHO OOJIbIIIE, YEM B
OTOEJICHHOM YacTu, U MOXET AOCTUTaTh 8.5 MT/T Cyxoii
Macchol [10]. Ha Bumax u coprax Allium peryasipHo
MPOBOISITCS CPAaBHUTEIbHbBIC UCCISIOBaHUS, Kacalo-
Iyecsl aHajiu3a aHTUOKCUAAHTHOM aKTUBHOCTU M
coaepxanust AK [10]. HecMoTpst Ha 3T0, HU TeHHbIE
CETU, HU OTHAeJbHbIC TeHbl MyTHU OmocuHTe3a AK 1o
CHX IIOp HEe OXapaKTepU30BaHbI HU Y JIyKa-Mopesl, HU
y IpYyTUX npencraButesneit pona Allium.

Lenpro manHo# pa®OTHI cTaja MICHTUMUKALINS Y
JIyKa-TIopest KOAUPYIOLIei TToCIeI0BaTeIbHOCTH, TO-
MoOJIOTUYHOM TeHy GGP I, ucciienoBaHue ee MeXCop-
TOBOI Baprua0deTbHOCTH 1 AJJIEJTBHOTO TTOJTMMOPPU3-
Ma U oIlpelesieHue IpoGuis SKCIPECCUM.

MATEPUAJIBI 1 METOJbI

J11s1 pa®OTEI OBLT OTOOpPAHEI 35 COPTOB JIyKa-I10-
pest 3apybeKHOI 1 OTEeUeCTBEHHOM CeIeKIIUU U3 KOJI-
nekumy @enepaaIbHOrO0 HAYYHOTO LIEHTPa OBOIIEBOI-
ctBa (DHLO) (tabn. B [punoxenunu). M3 3eneHbIX
JIMCTBEB 3TUX COPTOB ObIIa BeIeneHa cymmapHass PHK
¢ ounctkoii ot mpuMmeceii JJHK (Habopsr RNeasy Plant
Mini Kit 1 RNase free DNasy set; QIAGEN), cuHTe3u-
poBanbl npemnapartsl KIIHK (Ha6op GoScript™ Reverse
Transcription System, Promega).

C uenpro ammindukanuu GGPI-1iocaenoBaTenb-
HOCTEl y aHaJIM3UpyeMBIX O0pasloB JyKa-Iopes
ObIM pa3paboTaHBl crienupUIHBIE TpaiiMepbl. B
Oaze TpaHckpunToMHBIX maHHBIX (NCBI TSA) y
npencTaBurelieit poma Allium 0w TIpOoBedeH MOMCK
nociegoBaTenbHoOCTel, roMmoaornyHbIX KJIHK rena
GGP1 Asparagus officinalis (XM _020388507.1). BrI-
JIM HaliIEHbI TOMOJIOTUYHbIC TPAHCKPUIITHL Y A. am-
peloprasum (GFARO01020967.1), A. cepa
(GBGIJ01076064.1) u A. sativum (GFAP01091649.1),

AHUCHUMOBA u np.

Ha OCHOBE KOTOPBIX pa3pabOTaHbl IIpaiiMephbl
(ApVTC2F 5'-GTTCTCCTTCCGATTTGCT-3' u
ApVTC2R 5'-ATTCCATARATACTGACTTCAG-
3") mrs amMIuMuUKaIMy DOIHOPa3MEePHOM KOTUPYIO-
meit mociaegoBaTenbHOCTH (BKIo4das 70—100 mH 5'- u
3'-UTR) romoiora rena GGP1y obpa3uoB A. porrum.

C noMollibio pa3paboTaHHbBIX MTpaitMepoB Ha Iperna-
parax K IHK ammmdpuiipoBanu rocjienoBaTe IbHOCTH
romosniora reHa GGPI T1LP-npomykTel oxumaemMoit
JTAHBI ObUTM o4uIeHbI ¢ TToMolbio QIAEX® II Gel
Extraction kit (QIAGEN, I'epMaHus1) 1 CEKBEHUPO-
BaHbI C MCITOJIb30BAaHUEM TeX ke TpaiiMepoB Ha ABI
Prism 3700 DNA Analyzer (LIKII buounxeHepusi,
®UILl buorexHomoruu PAH). BripaBHuBaHue wu
aHaJIN3 HYKJICOTUIHBIX U aMUHOKMUCIOTHBIX MOCe-
JTIOBaTeIbHOCTEM OB ITPOBENICH C IIOMOILBIO TTPOTrpam-
Mbl MEGA 7.0 (https://www.megasoftware.net/). KoH-
cepBaTMBHBIC JTOMEHBI U MOTUBBI B OejKax ObLIM
onpeneneHsl ¢ nomoiibio NCBI-CDD  (http://
www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi) u
MEME 5.1.1 (http://meme-suite.org/tools/meme).
BnusitHue aMUHOKHUCIOTHBIX 3aMEH Ha CTPYKTYpy M
¢GyHKIIMM OeIKOB OBUIO MpeacKa3aHO C IOMOIIbIO
nporpamMbl PROVEAN (http://provean.jcvi.org/in-
dex.php).

IIpoduns sxcnpeccun reHa GGPI GbUT orpene-
neH metonoM TP B peansHOM Bpemenu (PB-IT1IP)
B KOPHSIX, TOHIIE, 3¢JICHBIX JINCThIX (MOJIOIOM 1 3pe-
JIBIA) ¥ OTOEJIEHHOM YacTH JIOKHOTO cTeOIIst (TTome-
pe4YHbIi cpe3 mupuHoii 0.5 cM B 2 CM OT JOHIIA) pac-
TeHWI JyKa-Tropes copTa [IpeMbep (coGpaHBI B aBTy-
cre 2019 1. Ha cTaguy aKTUBHOTO (POPMUPOBAHUS
0oTOeIeHHOTO JIOXXHOTO cTebst). st PB-TTLP obuin
paspabortaHsl crienndudHbie npaiiMepsl itVIC2F 5'-
GGTGTCAAGCGTGTGTATCTG-3' u rtVIC2R
5'-TTCCCAAACAGCGGGATTGAC-3. OtHoCcu-
TEJBHBIN YpOoBeHb 3Kcnpeccun GGPI Obin ompene-
JIeH 1o pedepeHCcHBIM reHaM GAPDH [11] u UBQ
[12]. D PB-TTLP 6bu1 ncrionb3oBaH Habop “Peakim-
OHHas cMech 111 ipoeneHust PB-T1LIP B mpucyrcTBUmM
SYBR Greenl 1 ROX” (OOO “Cunron”, Poccust) u
tepmormkiiep CFX96 Real-Time PCR Detection Sys-
tem (Bio-Rad Laboratories, CIIIA). Peakiiuu npoBo-
VIV B IBYX OMOJIOTUYECKUX U TPEX TEXHUYECKUX MO~
BTOpax B clieaylomux ycjoBusix: 95°C — 5 MuH;
40 umkioB (95°C — 15 ¢, 62°C — 50 ¢). 1151 cTaTuCTH-
YeCcKoii 00pabOTKM Pe3yabTaTOB UCTIOIb30BaIN MPO-
rpammy GraphPad Prism v. 8 (https://www.graph-
pad.com).

PE3YJIbTATBI 1 OBCYXIAEHHUE

Komupytomiye TocnenoBaTeIbHOCTA TOMOJIOTa
reHa GGP1 6p1m aMmInUIIMPOBAaHBI M CEKBEHMPO-
BaHBI y 35 copToB nyka-1topes. [lonydeHHBIE TTOCITE-
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Taoauua 1. AJuteTbHBIN TTOITMMOPGU3M KOAUPYIOIIUX MTocIeoBaTeIbHOCTeM reHa GGP 1y aHaIu3UpyeMbIX COPTOB JIy-
ka-nopes. [Tonoxenne SNP Ha kKJIHK onpeaeneHo ot ctapT-KomgoHa
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XXL

JIOoBaTeJbHOCTH ObIM JenmoHWpoBaHbl B NCBI

(MT479049—-MT479083).

Pasmep k/IHK ApGGPI1 y Bcex o6pa3lioB A. por-
rum OBLI MHBAapMaHTEH U cocTaBWI 1275 IH, KaK U y
npyrux BunoB Allium (A. ampeloprasum, A. sativum v
A. cepa). B cpaBHeHuu ¢ GGPI A. sativum u A. cepa B
nocaenoBaTeabHOCTIX ApGGP1 o6pa3loB JyKa-Io-
pest 66110 BhIsIBIIEHO 23 1 57 SNPS cooTBETCTBEHHO.
ITocnenoBarenbHoctTu GGP1 A. ampeloprasum u 06-
pasuoB A. porrum pa3TUIaINCh BCETO OMHOM HYKJICO-
TUAHON 3aMeHoi (A675T), 4To GBUIO OXUAAEMO, TAK
KaKk A. porrum COTJIaCHO pPSITy TaKCOHOMHYECKUX
KJlaccuduKaluii cauTaeTcs moaBuaoM A. ampelopra-
sum [13].

Pasmep kIHK GGPI acnaparyca A. officinalis
(1320 mH) oka3zajicsl Ooblle pa3Mepa KOOUpyIomei
nociaenoBaTeabHOCTH GGP1 A. porrum, a TOMOJIOTHS
coctaBuia 79.8%. I10CKOJBKY CTPYKTYpHOE CXOJ-

TEHETUKA Ne 3

ToM 57 2021

807
858
982
987
1023
1026
1059
1077
1093

1110
1191
1216
1243
1249

<

A4

A6
A7
A8

Al10
All
Al2
Al3
Al4
Al5
Al6
Al7
AlS8
Al19
A20
A21
A22
A23

A25
A26
A27
A28
A29

CTBO BBICOKO, TO BEPOSITHO, UTO ogo6HO GGPI A. of-
ficinalis momHOTEHOMHasI Mocjaea0BaTeIbHOCTE GGP1
A. porrum TaKXe CONEPXXUT IIeCTh 9K30HOB.

B npeHTHOUIIMPOBAHHBIX MTOCIEIOBATEILHOCTIX
kKAHK GGP1 copToB fiyKa-Tiopest ObLIO BBISIBIEHO 25
BapuabeabHbIX caiiToB (1.96% oT o6leit MIMHBI
kAHK). IToutn nonoBuHa SNPs (12) HaxoasTcst Ha
3'-xonue kJIHK (1mpenronoxureabHo 3K30H VI).
st ananusupyeMoii Beioopku 11 SNPs — o6paserr-
creuuduuHbl: C109G, C213T 1 T597C (copt Otina),
C234A (Musselburgh), C648A u A807G (Itation
gent), C774T (Olifant-Exelsior), C858A (ITpembep),
C1077T (doo6psrit mononenr), C1110T (XXL), G1243T
(Porree dicker). OcTtajibHble HYKJIEOTUIHBIC 3aMEHBI
BCTpeYaloTCs y IBYX U 0ojiee COPTOB JIyKa-mHopes
(Tabm. 1).

IIpoBeneHHbBII aHAIM3 TO3BOJIVII BBEISIBUTH 29 an-
JIeJIbHBIX BapuaHToB GG P I, paznmyaioniuxcst KoMOMHa-
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oMt SNPs y aHaymm3upyeMBIX COPTOB JIyKa-Tiopest
(ta6i1. 1). AltenbHbIN BapuaHT Al noeHTUUIIMPOBaH y
YeThIpEeX COPTOB JyKa-Tiopes, amienu A2, A3 m A4
BCTpeYaloTCcsl y Imap copToB — Agria/Monstruoso-2,
Onedant/Jlernuit 6pu3 u Herfstreuzen/Amarillo coort-
BeTCTBeHHO (TabOi1. 1). OcTanbHble aJUIeIbHbIC BapUaH-
TBI copToCcnenM(UIHBI I JaHHOI BBIOOpKM. Ham-
GoJTbllIee KOJIMYECTBO HYKJIEOTUAHBIX 3aMEH 10 CpaB-
HeHMIo ¢ ajnesieM Al oOHapyXeHO y BapruaHTOB A12
(coprt Itation gent), A20 (1oOpsrit Mmojoneir) u A24
(Otina).

Tak Kak B3sITbI€ B aHAJIM3 COPTA JyKa-mopes pas-
JMYaanuch comepxkanmem ButamuHa C (taba. B Ilpu-
JIOKEHUM ), OblJIa MPOBeAcHA OLIEHKA BO3MOXHBIX ac-
colanuii Mexmy comep:xanrueM AK 1 BEIIBJICHHBIMU
HYKJIEOTUIHBIMU 3aMeHaMU. JIJis1 3TOro cpaBHUBA-
mu SNPs, obimme mjis1 TpyImm COPTOB C BBICOKUM
(>35mr/100 r) mau Hu3kuM (<30 Mr/100 1) comep-
xXaHueM ButamuHa C. OmHaKo KaKMX-JTHM0O0 Koppe-
JISIIMIA BBISIBJICHO HE OBLIO.

IMonyyeHHBIE HYKJICOTUOHBIE ITOCIIEIOBATEIBHO-
cth OpuUTM TpaHcaupoBaHbl. Pasmep Oeaka GGPI1
OBLT MHBapUaHTHBIM (424 a. 0.) y BCeX UCCIeIyeMBbIX
COpTOB JNyKa-miopest. MpeHTUGULIMpOBaAaHHBIE B
kIHK HecnHOHMMMWYHEBIEC 3aMEHBI IPUBOMIST K CEMU
zamemeHusiM a. o. (E22K, P37A, S56C, A365P,
R406S, A415S u A417S), aHaIM3 KOTOPHIX B IIPO-
rpamme PROVEAN mpenckazanm mx HeUTpaabHBIN
xapaktep. 3ameneHue S56C npucyrcTByeT y 12 cop-
TOB BbIOOpKU, a 3aMewieHust E22K, A365P, R406S u
A417S xapakTepHBI IJISI MEHBIIEro YHcjia COPTOB
(Tabim. 2). IBa 3ameleHuss ObUIM COPTOCIIeLM(pUY-
HbeiMu: P37A (copt Otina) u A415S (Porree dicker).
Bcero y aHanusupyeMbIX COPTOB JIyKa-Tiopest ObLIO
BeIsiBIIeHO 11 BapmanToB 6enka ApGGP1, xapakre-
PU3YIOIINUXCI Pa3IMYHBIMM KOMOWHALIUSIMUA 3aMe-
meHuit a. o. (tadn. 2). Bapuanr 6enka P1 mpucyr-
ctByeTy 17 coptoB nyka-tniopes (48.5%), P2 — y Boch-
M (22.8%), P3 — v nByx (5.7%), a P4—P11 — y
OTHEIBHBIX COPTOB.

AHaIM3 TIOC/IENOBATEIBHOCTEA C  MOMOIIBIO
NCBI-CDD moka3san, 94To Bce OHU conepkaT KOH-
cepBatuBHbIl noMeH I'I®-L-ramakro3orekcoso-1-
dochar-ryanunrpancdepassl (PLN03103) B moso-
xeHun 1—393 a. o. IlociaenoBaTeIbHOCTH JOMEHA Y
GGP1 nyka-mmopes oka3ajMCh BEICOKO TOMOJIOTHY-
HbI TAKOBBIM Y JPYIUX BUIOB PACTCHUI, HAIIpUMeEp
acmiaparyca A. officinalis (mpenTnaHocth 80%) nim
tomata Solanum lycopersicum (73%). B nomene
PLNO03103 GGP1 ananu3zupyeMbix o0pa3noB A. por-
7um OBLIIO BBISIBJICHO YEThIpe HENTPaIbHBIX 3aMellle-
Hug a. o. (E22K, P37A, S56C u A365P) (Ta6u. 2).

I'1®-L-ramakro3zodochopuiaza OTHOCUTCI K
cynepcemeiictBy 6enkoB HINT (histidine triad nu-

AHUCHUMOBA u np.

cleotide protein), KOTOpbIe XapaKTepU3YIOTCS CXOXKEI
CTPYKTYPO M HaJUu4yMeM TUCTUIUHOBOU Tpuaabl
His-X-His-X-His-X-X, sBasiomieiicsa KaTaauTude-
CKUM 1eHTpoM (pepmenTa [14]. Kak GbUTO ITOKa3aHO
paHee, y pacteHuii B 6esnkax I'’1dP-L-ranakro3zogoc-
¢dopuazbl OTCYTCTBYET TPETUI OCTATOK TMCTHAMHA
[8, 15]. B aHanmu3upyeMbIX ITOCJeIOBATEIbHOCTSIX
oenkoB ApGGP1 o6bu1 BeisiBieH motuB HLHFQ
(233—237 a. 0.). Takoii ke MOTUB colepXkaT OeJKu’
GGPs A. thaliana, Tomata S. lycopersicum, TIIIIEHUIIBI
T. aestivum v Ipyrux BUIOB pacTeHuii [6, 15, 16]. Pa-
Hee OBLIO IT0Ka3aHo, 9To Y A. thaliana v Tomata S. [y-
copersicum 6enku GGP nokanmsyiorcs B IMTOIIIa3Me
U SIpe W MPEeAroIOKUTEIbHO MMEIOT JIBOHHYIO
¢dyHKIM0, epMEHTATUBHYIO U PETYJISITOpHYIO [17,
18]. Curnan sinepHoit nokanuzauuu KKRP, HalineH-
Hbli B 0enikax GGP npyrux BUgoB pacreHuii [6], Tak-
>Ke ObLI OOHApYyXXEH U B ITOCJIEA0BATEILHOCTIX OeJI-
koB GGPI1 ananusupyeMbpIX 00pa3lioB JIyKa-Tiopesl.
DTO MO3BOJISIET MpeanoaoXxuTh, uto GGPI1 y myka-
Mopest TAKXe MOXET UMETh IBOHHYIO (DYHKIIMIO.

NpentudunupoBaHHbIE BapUaHTBI aMUHOKIC-
JIOTHBIX TlocjienoBareiabHocTeil ApGGP1 ananu3u-
pYEMBIX COPTOB JIyKa-Iopesi ObUIM MCMOJb30BaHbI
JUISL KylacTepHoro aHajiu3a. Ha mocTtpoeHHoi neH/-
porpaMme Bce BBISIBJICHHBIE BapuaHThI Ocika Pl—
P11 dopmupytor enunyio rpymiay ¢ A. ampeloprasum
(6yrcTpen-tionnepxka 89%). bazanbHbIE BEeTBU 00-
pasyioT npyrue Bunbl Allium (A. cepa u A. sativum) n
cnapxa A. officinalis. Takum oOpa3oM, Bce B3SITHIC B
aHaiM3 BUOBI IMopsiaka Asparagales hpopMupyIoT 00-
muit cyokimactep (6yrcTpern-miogaepxka 99%). Hpy-
rue BUIBI OMHOIOJIbHBIX pacTeHuit, puc Oryza sativa
1 aHaHac Ananas comosus (nopsiaok Poales) hopmu-
PYIOT BETBU K CyOKJIacTepy BUI0B Asparagales. Buabl
JIBYOOJBHBIX paCTEHU 0XXUIaeMO 00pa3yloT cyOKJia-
CTephl, TeHeTUYECKN oTnalieHHbIe (p-distance 0.30—
0.35) or rpynnbl BunoB Asparagales (puc. 1,a).

C nomousto nporpaMmmbl MEME 5.1.1 B nocie-
noBatesnbHOCTSIX ApGGP1 OblIM 1OCTOBEPHO UIEH-
TuduIMpoBaHbl 14 KOHCepBaTUBHBIX MOTHMBOB, JI€-
CSITh U3 KOTOPBIX IMpucyTcTBoBaiu B Oenkax GGP1
BCEX B3SATHIX B aHAJIM3 BUOOB pacteHuii (puc. 1,0).
MotuB 11 ObU1 BBISIBJIEH B IOCJIEI0BAaTEIbHOCTSIX
oenkoB GGP1 Tonbko y mpencraBuTesneil mopsiaka
Asparagales: nyka-tiopest A. porrum (55—69 a. o.),
npyrux BUnoB Allium (55—69 a. 0.) m actmaparyca A. of-
ficinalis (62—76 a. 0.). C-koHI1IeBoi1 MOTUB 7 (375—424 a. 0.)
661 crienudmaHbIM Toabko st GGP1 BunoB Allium
(puc. 1,6). UnTepecHo, uto Bce Tpu C-KOHLIEBBIX 3aMe-
ILIeHUS a. 0., o0HapyXeHHbIX B ApGGP1 ananu3upye-
MBIX COPTOB JIyKa-Tiopesl, JIOKaJIM30BaHbl UMEHHO B
MoTuBe 7. Ipyrue 3aMenieHus a. 0., HaXoAsIIuecs: B
dynkumoHaaprHoM nomeHe PLN03103, mokanmmn3oBa-
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Taoauuna 2. BaprabenbHOCTh aMUHOKHCIIOTHBIX TTociienoBaTenbHocTeit GGP1 y aHanmu3upyeMbIx 35 cOPTOB JIyKa-Tiopest

3aMelleHns aMIHOKHCIOTHBIX OCTaTKOB
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HbI B MoTuBax 2 (A365P), 6 (P37A) u 11 (S56C), a 3a-
MeneHre E22K — mexay motuBamu 9 u 6.

C yderom Toro, uyto reHnl uzodpopm GGP moryr
o0jlamaTh OpraHo- W TKaHecIleluuUUHoi TpaH-
ckpumuuei [5, 6], ObLT MPOBeAeH aHAINU3 TTPOQUIIS
akcnpeccuu reHa ApGGPI B pa3inWyHBIX OpraHax
(KopeHb, IOHIIE, 3eJIeHbII JIUCT (MOJIOIOU 1 3pEblii)
1 oTOeJieHHasl 4acThb JIOXXHOTO CTeOJIs) JyKa-Topesi
oredyectBeHHOro copta Ilpembep (puc. 1,8). TpaH-
ckpunitel ApGGP1 TIipuCyTCTBOBIM BO BCEX aHaIM-
3UpYyeMbIX TKaHSIX. MaKcuMalbHBIIi YPOBEHb 2KC-
npeccun ApGGP1 HabmonaeTcsi B 3peiblX 3€JIEHBIX
JIMCTBSIX JIyKa-Topesi, TOra Kak B MOJIOJBIX JIMCThSIX
YypOBEeHb TPAHCKPUINILIUU JAHHOTO T'eHa HMXe B 1.5
paza (puc. 1,68). IloayyeHHBIC TaHHBIE COIIACYIOTCS C
pe3yJbTaTaMU IPYTUX UCCIeAOBaHUM, Toe Haubojee
BbIcOKas akcrpeccust GGPI Takxe NeTeKTUpYyeTCs B
dotocuHTe3upywoiux TkaHgx [17, 19]. Cuuraercs,
YTO 3TO MOXKET ObITh CBSI3aHO C HAIMYUEM B IIPOMO-
Tope reHa GGPI, KaKk U B MPOMOTOpPaX HEKOTOPHIX
Ipyrux reHoB L-rajmakTo3Horo mytu omocunTesa AK,
CBETOUYBCTBUTEJIbHBIX Cis-a7ieMeHTOB [20, 21].

YTto kacaeTcss HEMDOTOCHHTE3UPYIOILIUX TKaHei
JlyKa-Tiopesi, TO B IOHIIe (YIUJIOLIEHHBIN cTebesib BU-
JIOU3MEHEHHOTo Ttobera) ObLI BbISIBJIEH MUHUMAIb-
HBII ypoBeHb TpaHcKpunuu ApGGP1, B 14.6 pa3 Hu-
JKe, YeM B 3peJIbIX 3eJIEeHbIX JUCThSIX, & B OTOCJIEHHOM
YacTH JIOKHOro cTe6iasa — B 1.5 u 2 pasa HKe, YeM B
MOJIOJIBIX U 3PEJIbIX JIUCThSIX COOTBETCTBEHHO. MOX-
HO IIPEAIIOI0XKNUTh, YTO TpaHCKpuILus reHa GGPI B
He(hOTOCUHTE3UPYIOLIMX TKAHIX CBsI3aHA C HEOOXO-
JIUMOCTBIO CMHTe3a B HUX BUTamMuHa C 11 UHAKTU-
BallMM BO3HUKAIOIIKX B Mpoliecce MeTadboyiu3dmMa ak-
TUBHBIX (hopM Kuciopoza [2]. PaHee cunraiock, 4To
TpaHcKpunuus reHa GGPI akTuBUpyeTcsl HATMIUEM
CBETa, MO3TOMY MaKCUMaJIbHbIe YPOBHU 3KCTIPECCUU
HaO101a10TCSl B aKTUBHO (DOTOCUHTE3UPYIOLIUX OpP-
raHax [20]. [ToiryuyeHHBIE TaHHBIE COOTBETCTBYIOT pe-
3y/bTaTaM JIPYrUx WCCAeNoBaHUi, Tae, KaKk U B cIydae
aHAJIM3MPYEMbIX HAMU COPTOB JIyKa-Tiopesi, HedoTo-
CUHTE3UPYIOIIUM TKaHSIM COOTBETCTBYIOT MUHUMAJIb-
Hble ypoBHU 3Kcrpeccun GGPI [6, 17]. Hanpumep, B
KOopHsIX A. thaliana ypoBeHb 3Kcnpeccun reHa V1C2
(romonor GGPI) B 18 pa3 H1Ke, 4eM B JIUCThsX [17].
Y GaknaxaHa (Solanum melongena) B KOpHSIX ypOBEHb
Tpanckpunumuu GGP1 Takke MUHUMAJIBHBIN [22].

MHuTepecHo, 0MHAKO, YTO B HAIIIEM HUCCJIETOBAHUM
B KOpHSX JIyKa-mopesl YpPOBEHb TPaHCKPUIIIIUU
ApGGPI conoctaBUM ¢ TaKOBBIM B MOJIOJIOM 3€JIEHOM
jmcTe (puc. 1,8). 1o moaTBepKIaeT BO3MOXHOCTD yda-
ctusgs AK B oTBeTe KOpHEH pacTeHMii Ha pa3InyHbIC
abmoTnueckme crpecchl. Tak, paHee ObUIO IMOKA3aHO,
YTO B OTBET Ha COJIEBOI1 cTpecc B KOpHsIX O. sativa uHIy-
mupyeTcst omocnHTe3 AK, 9TO COITpOBOXKIAETCS POCTOM
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SKCIIPECCUN OTHOTO M3 KIIIOUEBBIX T€HOB OMOCHHTE-
3a AK (OsVTCI-3), a nogaBiaeHNe 3KCIIPECCUU 3TOTO
reHa 3HAUYUTEJIbHO HapyIllaeT YCTOMYMBOCTh puca K
coleBoMy cTpeccy [23].

BoisiBlIeHHBIII y COPTOB JIyKa-MoOpes BBICOKUIA
HYKJICOTUIHBINA mouMopdusM reHa ApGGP 1 Mmoxer
OBITh CJIEACTBUEM BBICOKOI'O YPOBHSI BHYTPUBUIOBO-
ro TeHOMHOIO IIOJMMOpP(PU3Ma, XapaKTepHOTO IJIS
A. porrum [24, 25]. OnHaKO 3HAYUTEJIbHOE CTPYKTYp-
HOE€ CXOJICTBO O€JIKOBBIX ITOCJIEA0BATEILHOCTEM
ApGGP1 y copToB nyka-1opesi 1 OTCYTCTBUE pPaayi-
KaJdbHBIX 3aMeH, B ocodeHHOCTH B toMeHe PLN03103
U KaTAIMTUYECKOM LIEHTpPE, MO3BOJISIIOT MPEAIoio-
XnTh, 9T0 Tomoyiorn GGP1 coxpaHsaioT GyHKIIMIO 1
YPOBeHb (hepMEHTATUBHOI aKTUBHOCTU B OMOCHHTE-
3e AK y aHanu3upyembix o0paslioB A. porrum, Koc-
BEHHO ITTOATBEpXIasi 3HAUYMMOCTh BUTaMuHa C 11
pa3BUTHUS paCcTCHUS W peaKIIMK Ha cTpecchl [7].

IMTockonbKy wuccnaenyemblit reH GGPI xonupyer
KJII0o4eBoi (pepMeHT L-rajmakTo3HOTro myTh OMOCHH-
te3a AK, MBI mpemmosarajiym BO3MOXKHOCTDH CYIIE-
CTBOBaHMSI KOppeIsauii MeXAy BapuaOeIbHOCTHIO
ApGGPI n conepxkaHueM BuTtamruHa C B TKaHSIX JIy-
Ka-riopesi. OIHAKO TaKUX KOppelasLuii oOHapy:KeHO
He ObU10. 10 Beeil BUIMMOCTH, TIpU OLIEHKE ITOT00HBIX
3aBUCUMOCTEM, KpOMe CKOpOCTHM KaTabomu3ma AK,
pacTyleil 1moj BIMSIHUEM OKHWCJIUTEIBHOTO CTpecca,
clieayeT YIYUTHIBATh TaKKe BO3MOXHOCTh TPAHCIIOPTH -
poBku AK mo ¢dosme n3 pOoTOCMHTE3UPYIOIINX TKa-
Hell B 3amacaroiiue [1], B HallleM ciiydae B OTOCJICHHYIO
YacThb JOXHOTO cTeOns1. TakuMm o0pa3oM, peryssims
MeTaboIM3Ma aCKOPOMHOBOM KMCJIOTHL Y BUna A. por-
Fum 3aBUCUT HE TOJIBKO OT YPOBHSI 3KCIPECCUM CUNTA-
fouerocst Kimo4deBbIM TeHa I'J1dD-L-ramakro3odocdo-
puiiasbl, HO SIBIISIETCS OoJiee CIIOXKHBIM IPOIIECCOM U
TpeOyeT JalbHENIINX UCCIECIOBAHUMA.

Pabora BeinosiHeHa Ipy (prUHAHCOBOU MOAAEPXKKE
rpanta POD®U (Ne 19-016-00054) n vactnyHo Mu-
HUCTEPCTBA HAYKM WM BbICIIero obpaszoBanusi P®
(A.B. Illennukona, E.3. Kouuena), ¢ ucnoyib3oBa-
HUEM 9KCIIePUMEHTAIbHON YCTAaHOBKY MCKYCCTBEH-
Horo kinuMmara (BYUK, @®OUIL buorexHoorum
PAH).

Hacrosas craTths He COOEPKUT KaKMUX-I100 HC-
CJIEOBAHUI C UCIIOJIb30BAaHUEM B KAUYECTBE OOBEKTA
JKUBOTHBIX.

Hacrosmag craTths He COIEPKUT KaKMUX-JIN00 MC-
CIIeIOBAaHUI C y9aCTHEM B KQ4eCTBE OOBEKTA JIIOACIHA.

ABTOpBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TEPECOB.
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Wcnonp3oBaHHBIE B paboTe copTa JiyKa-miopest A. porrum

AHUCHUMOBA u np.

TTPHIIOKEHUE

Howmep no xar. Conepxanue ButamuHa C
Copt DHIIO/BUP/Toccoprpeectp ITpoucxoxaeHue B Gesioii yactu, Mr/100 r
(Ipy HAJIMYMIH) CBIPOIi Macchl™
Monstruoso-1 K-1/2114 ApreHTuHa 40
Lyon K-2/2159 BenukoGpuranus 33
American flag K-3/2191 Hauust 36
Olifant-Exelsior K-4/2196 Hunepnannbt 26
Long d’hiver K-5/2212 Ddpanuusa 37
Poireau K-6/2231 Dpanius 25
Giant anelioro K-7/2238 Hunepnanab 27
Prazal K-8/2244 Typuus 33
Praza 2 K-9/2245 Urtanus 40
Monstruoso-2 K-10/2248 Benukobpuranusa 27
Musselburgh K-11/2253 Hunepmannoer 24
Herfstreuzen K-12/2270 Hunepnannbl 36
Amarillo K-13/2307 Dpanimsa 29
Empire K-14/2350 Janus 35
Itation gent K-15/2353 Hanust 34
Agria K-16/2398 Hunepnannbt 35
Blauwgroene Winter K-17/2403 T'epmanus 44
Komnambyc K-26 Hunepnanabl 24
Tonmuad K-28 Poccus 26
Kupad K-29 Poccus H/a
Kazumup K-31 I'epmanus 35
JletHuii 6pu3 K-33 Poccus 26
Cion K-36 Poccus 30
X000T cjioHa K-37 Poccus 32
HoOpblit Mosonen K-39 Poccus 32
Kapanranckuit K-40/2001 Poccus 26
Porree dicker K-41/2017 I'epmanus 26
IIpac K-42/2038 Poccus 24
Otina K-89 Hupnepnannst H/a
Pandora K-101 Hunepnanmst H/a
Becta 9102094 Poccus 36
Annurarop 9154083 Poccus H/a
[MpemMbep 9705521 Poccust H/a
Onedant MC 9550224 Yexus 33
XXL Poccust H/a

TMpumeuanue. * — no nanHeiM @HILIO; H/a — He aHAIM3UPOBAJIOCH.
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Identification and Variability of the GDP-L-Galactose
Phosphosphorylase Gene ApGGPI in Leek Cultivars

0. K. Anisimova“, A. V. Shchennikova“, E. Z. Kochieva?, and M. A. Filyushin* *
4 Federal Research Centre “Fundamentals of Biotechnology” of the Russian Academy of Sciences, Moscow, 119071 Russia
*e-mail: michel7753@mail.ru

The ApGGPI coding sequences, encoding GDP-L-galactose phosphorylase, the key enzyme of the L-galac-
tose pathway of vitamin C biosynthesis, have been identified and characterized in a wide range of leek (A/lium
porrum L.) cultivars, differing in vitamin C content. Analysis of ApGGP1 polymorphism in 35 leeks cultivars
revealed 29 allelic variants, corresponding to 11 variants of the ApGGP1 protein. It was found that leek and
other Allium species ApGGP1 sequences contain specific C-terminal motif (50 aa). The ApGGP1 expression
pattern was determined in various leek organs and tissues (roots, white shaft bottoms, light-green shafts, and
green leaves (young and mature)). ApGGP]I transcripts were detected in all analyzed tissues. The maximum
expression level was observed in leaves, and the minimum — in white shaft bottoms. The level of gene expres-
sion in roots (non-photosynthetic tissue) was quite high and comparable with that in young green leaves.

Keywords: leek, Allium porrum, GDP-L-galactose phosphorylase, gene polymorphism, expression pattern.
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HccnenoBaHbl 0COOEHHOCTH MO3aMYHOIO XapaKTepa 3KCIIPecCuU ceJeKTUBHOro reHa nptll, obecneunna-
IOIIET0 YCTOMYMBOCTb PACTEHU I K aHTUOMOTUKY KAaHAMUIIMHY, 1 1IeJIEBOTO FreHa CeKPETOPHOM SHIOHYKJIIE-
asbl Serratia marcescens TIofl yIipaBJieHUeM JByHanpaBieHHOTO MAS npoMoTopa reHa MaHHOTTMHCHUHTA3bI
Ti-ruiasmunsl Agrobacterium tumefaciens B 3STIMAJUICNIbHBIX JIMHUSX TPAHCTEHHBIX pacTeHUit Tabaka (Nus u
Nu6). O6a reHa BXOIAT B COCTaB CJIOXKHOOPTaHM30BAHHOM MHCEPLINH, TTPEACTABIEHHON ABYMS ITOJTHOPA3-
mepHbiMU konusiMu T-JIHK u ogHO# ycedeHHOI, pacronoXXeHHOW MeXI1y HUMU B 0OpaTHOW OpUeHTa-
1. TpaHCTeHHbIe JTMHUM Tabaka KOHTPACTHO pa3janyaloTcs Mo (peHOTUNMMYECKOMY MPOSIBIEHUIO TeHa
nptll (HU3Kas YacTOTa MO3aMKOB B JIMHUM Nu5 u BbicoKasi — B Nu6). YCTaHOBIIEHO, YTO TIPU TTepexoie
TPaHCTEHHBIX PACTEHU 13 TeMU- B TOMO3UTOTHOE COCTOSIHUE MMPOUCXOIUT CHIKEHUE YPOBHSI 9KCIIPECCUM
CEJIEKTUBHOTO TeHa ¥ OHO HamboJjiee BhIpaxkeHo Wi anuasuiesis Nu6. [TokazaHo, YTO B TpaHCTEHHBIX JIM-
HUSX MMPOUCXOIUT CUHTE3 a0ePPaHTHBIX CMBICTIOBBIX M aHTUCMBICIOBBIX TPAHCKPUIITOB B 00JIACTU yCEUEH-
Hoit konuu T-JIHK. UMeHHO 3Tu TpaHCKPUIITHI MOTYT BBICTYIIATh B POJIY TPUTTEPOB U 3aITyCKaTh MHAKTU-
BaLMIO PKCIPECCUU CeJIeKTUBHOTO reHa nptll.

Karoueswie croea: TpaHcreHHble pacteHust Nicotiana tabacum L., reH nptll, nHakTUBaLIMs TeHa, aGeppaHT-

Hasg PHK, Mmo3anuyHEbIil XapakTep 3KCIIPECCUM T'eHa.
DOI: 10.31857/S0016675821030103

CoBpeMeHHBIE TEXHOJIOTUH T€HETUISCKOM MOIM -
¢duKaIM pacTUTENbHBIX TEHOMOB MO3BOJISIOT YCIIEIII-
HO TIEPEHOCUTb TeHbI Pa3IMYHOIO TeTePOJIOTMYHOTO
MPOVCXOXACHUS C LENbIO YIYYIICHUST XO3SMCTBEHHO
LIEHHBIX IPMU3HAKOB Y BaXKHBIX CEJTBCKOXO3SICTBEHHBIX
KyJbTyp. TpaguliMOHHbIC MOAXOIbl TCHETUYECKOM MO-
mudukanum  (arpobakTepuaibHas TpaHC(OpMaLMs,
OMO0A/UTMCTHKA, SJIEKTPONOpans U JIp.) CBI3aHBI CO
CJlydallHbIM pacrpelieieHUeM 1O TeHOMY IOCJIen0-
BaTesbHOCTel sk3oreHHoi JIHK, Torga kak HOBbIE
TEXHOJIOTUY T€HOMHOTI'O PeIaKTUPOBAHMS C UCIIOJIb-
3oBaHueM cuctembl CRISPR/Cas9 nosBonsior uc-
clieoBaTeIsIM MHTETPUPOBATh Yy:KePOMIHbIC TeHbI B
3apaHee BbIOpaHHBIE palOHBI-MUILIEHN T'€HOMa.
YceneuHocTh reHeTUYeCKoi MoaudurKauuy reHoma
pacTeHusI BO MHOTOM OIIpEeIeIsIeTCSI BBICOKMM U1 CTa-
OMJIBHBIM yPOBHEM KCIIPECCUM TI€PEHECEHHBIX 11e-
JIEBBIX TEHOB.

Ha ocHoBaHMM OOIIMPHOrO 3KCHEPUMEHTATbHO-
ro MaTepualia 110 CO3IaHUIO TeHeTUIYeCKN Moaudu-
LIIPOBAHHBIX PacTeHUIl, HAKOIUIEHHOIO B TEUECHUE
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MOCJIETHUX ABYX IECITUICTUM, CTAHOBUTCS OYSBUI-
HBIM, UTO YPOBEHb 3KCIIPECCUM TPAHCITE€HOB 3HAYM-
TEJIbHO BapbUpPYyEeT MEXIY HE3aBUCUMO MOJTyYEHHBI-
MU UCXOIHBIMU TpaHC(HOPMaHTaMU U X ITOTOMKaMU
[1—3] n onpenemnsieTcst MHOTUMU (haKTOpaMH, CPEIH
KOTOpPBIX HanboJiee BaXKHBIMU SIBJISTIOTCS YUCJIO KO-
M1 1 MECTO BCTpaUBaHMSI B TEHOM 4yXE€POTHOI MH-
cepuud [3, 4]. Tak, HanpuMep, fanbHelas “cynboa”
TpaHCT€Ha, WHTETPUPOBAHHOTO B TUMNEPMETWUINPO-
BaHHBIM paiioH paCTUTEJILHOIO T'eHOMa, C OOJbIION
JIoJIell BEpOSITHOCTU OYIET CBsI3aHa C €ro MHAKTUBa-
el mpu nepenadye noromkam [3—5]. BerpanBanue
HECKOJbKUX Konuii ak3oreHHol JIHK B onuH paiioH
reHoMa ¢ 0O0pa3oBaHMEM CJIOXHOOPraHM30BaHHBIX
WHCEPUMIA, BKITIOYAIOIINUX TEPECTPOUKU B BUIE UH-
BEPTUPOBAHHEBIX ITOCIEA0BATEILHOCTEM, COIIPOBOXK-
JaeTcs CHIDKEHUEM JIMOO TTOJTHOM ITOTepeit SKCIpec-
CHM LIeJIEBBIX T'eHOB [5—7].

OOpa3zoBaHue CIIOHTAHHBIX CJI0XHOOPTaHU30-
BaHHBIX MHCEPUUI MpU reHeTuueckoit TpaHcdop-
MallMy PacTUTEJIbHOTO T€HOMa HECOMHEHHO IIpef-
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CTaBIISIET OONBIIONM WHTEpeC IS UCCIeHOBaTeleH,
ITOCKOJIbKY OOJIbllIasi YacTh FreHOMa pacTeHU 3BO-
JIIOLIMOHHO c(OpPMHUPOBAJIACh B BUE KIACTEPOB re-
HOB U T€HHBIX ceMeMcTB. [Ipu yaydieHUn Xo3stii-
CTBEHHO LIEHHBIX NPU3HAKOB y PACTEHUM COOBITHUS
WHTETPalM B pACTUTEILHBII TEHOM B BUE TaHIEM-
HBIX WHCEPLUI 3MTMMUHUPYIOTCS UCCIIeTOBATEIIMU
MU3-3a HECTAOMIBHOCTU 3KCIPECCUM U 3aMOJIKAHUS
nejeBoro reHa. OgHaKoO TaKWe pacTeHUs IpeacTaB-
JISIIOT OOJBIION MHTEpeC B KayecTBE MOACICH s
BBISIBJICHUSI TIPUYUH Y MEXaHU3MOB, 3aITyCKaIOIINX
MPOLIECCHl MTHAKTUBALIMU YYXKEPOIHBIX TEHOB.

M3BecTHBI 1Ba OCHOBHBIX MeXaHWU3Ma, MPUBOISI -
IIUX K 3aMOJIKaHUIO TpaHCTeHa B TEHOME TeHeTuYe-
CKM MOIM(DUIMPOBAHHOTO PACTEHUS: HapylleHUe
CUMTBIBAHMSI 1I€JIEBOIO TPAHCKPUINTA U JAeTpamalius
yxkxe cuHTe3upoBaHHoiit MPHK B sape/muroruiazme
[8, 9]. KittoueBbIM (haKTOPOM 1 TPUTTEPOM B TAHHOM
MpolIeCcCe BBICTYMNAIOT Majible WHTepdepupylonme
PHK, xoTtopbsie 00pa3yroTcs Ipu pa3pe3aHUUd KOM-
miaekcoM (epMEeHTOB OBYXIIEMOYEYHBIX abeppaHT-
HbIx PHK-TpaHCKpUIITOB, CYUTHIBAEMBIX C ITOCTIEN0-
BaTEJIbHOCTE! TeHeTUUeCKOil KoHCTpyKuum [10—13].
HapymeHusi B cTaOMIBHOCTU 3KCIIPECCUU TpaHCTe-
HOB B PACT€HMSIX BEAET K CHUXKEHUIO YPOBHST UX 9KC-
MPeCcCUr U MOJHOI ToTepe, a TaKXkKe K MO3audYHOMY
XapakTepy PKCIIPECCUM Ha YPOBHE KJIETOK cOMaTUye-
cKoii TKaHu [14].

Co3naHHble HAMU paHee NIBE ANUaIeIbHbIE JIU-
Hun (Nu5 m Nu6) TpaHCreHHBIX pacTeHUil Tabaka
N. tabacum L., paznuyamoiiuecsi Mexny coboii mo
4yacTtoTe 00pa3oBaHUs IOTOMKOB C MO3aUYHBIM TTPOSIB-
JICHWEM CeJICKTUBHOIO reHa HeoMUIHGpochOoTpaHC-
depaszsl 11 (nprll) E. coli, sBnsiioTcst ymoOHOIT MOIEIBIO
JUISL BBISIBJIEHWS] IPUYUH U MEXaHU3MOB MO3aUYHOIO
XapakTepa 3KCIIPECCMM Ha YPOBHE COMAaTUYECKUX
TKaHeil. O0e JTMHUM OBLIM MOJIy4eHBI B pPe3yJIbTaTe
HarpaBJIiEHHOTO OTOOpa B TEUY€HWE TpeX MOCJeNoBa-
TEJIbHBIX ITOKOJICHUI Cpeay TIOTOMKOB OT CaMOOTIbLIe-
HUSI ICXOTHOTO TpaHcpopMmaHTa Tabaka Nu2l, B reHOM
KOTOPOTO CIIyJalfHBIM 0Opa3oM OblIa MHTETPUPOBAHA
ciioxxHoopranusoBaHHas T-JIHK-uHcepLyst, BKiIroya-
rolas aBe nosHopa3mMepHble konuu T-JIHK 1 omHy
YCEYEHHYIO, PACIIOJIOKEHHYIO B OOpaTHOI OpueHTa-
uuu. Ipu coznanuu auHUKU NuS oTO0p NPOBOIMJIICS
Ha CHMKEHME 4acTOThl Mo3auliu3Ma rno reHy apfll Ha
ypoBHE (heHOoTHUMNa, TOraa Kak Mpu CO3IaHUuU JUHUU
Nu6, Hanpotus, Ha ee nosbienue [7, 15]. Ilo pe-
3yJibTaTaM TUOPUIOJIOTMYECKOr0 aHajiu3a YyCTaHOB-
JIEHbl CTaTMCTUYECKM 3HAYMMblEe pa3inyus B CTa-
OMJIBHOCTU 3KCIPECCUM W TIposiBiieHUsT reHa nptll
MEXIY SMUAIIIEISIMU, HECMOTPSI Ha BCTPOUKY B OIUH
U TOT X€ pailoH pacTUTEIbHOTO FT€eHOMa U COOTBET-
CTBEHHO OAWHAKOBBIM COCTaB HYKJIEOTUIHON MocCe-
JIoBaTeJIbHOCTU, Ipuiiexamieir Kk oonactu T-IHK.
I'mOpuabl 1 MOTOMKM OT CaMOOMBIIICHUs JIMHUK Nus
ObLTM OTHOCUTENIBHO CTAaOMJIBHBI MO PKCIIPECCUU Ce-
JICKTUBHOTO T€Ha Ha (poHe HEBBICOKMX YaCTOT BbISIB-
JIEHUS1 MO3aUKOB Cpelid TIOTOMKOB, TOTJa KaK B JIMHUU

Nu6 HabGmOmaINCh yCUICHUE WHAKTUBALIMM TeHa U
BBICOKAasl YaCTOTa TOSIBJICHUS] MO3aUUHBIX PACTCHUIA
(mo 100%) [16]. Pazmmawst 110 posIBJICHUIO MO3aNIHO-
To XapakTepa sKcrnpeccuu #ptll-reHa KoppeampoBaiu ¢
pa3HBIM YPOBHEM €r0 METUJIMPOBAaHYSI B 00JIACTU ITPO-
MOTOpa U TPAHCKPUOUPYEMOI YaCTU CEJIEKTUBHOTO
reHa [17]. Pasnmmuns MexXny TMHUSIMUA COXPaHSIIINCh 1
MIpU TIepeBoAe UX Ha TETPAIJIOUIHBINA YypoBeHb [ 18].

Lenp maHHOIf pabOTHI — BBISIBICHHE OCOOEHHO-
CTel BKCMIpPecCUM 1ICJIEBOTO U CEJICKTUBHOIO TE€HOB,
BXOISIIIIUX B COCTAB CJIOXKHOOPTAHW30BAHHOI WHCEp-
1M IBYX JIMHUI TPaHCTEHHBIX pacTeHuii Tabaka (Nud u
Nu6), KOHTPACTHO pa3IMyaloIINXCs MEXIy COOOi Mo
MO3aYHOMY MPOSIBJIEHUIO reHa nptll, u yctaHoBIeHUe
tpurrepoB (abeppantHbix PHK), yyacTByrommx B ero
WHAKTUBALIVN.

MATEPHUAJIBI 1 METO/1bI
Hcxoonuiit mamepuan

B xauecTtBe Momenu MIsl BBISIBJICHUSI OCOOEHHO-
cTeil 9KCIpPeCcCUM TPaHCTEHOB B COCTaBE CJIIOXKHOOP-
TaHW30BaHHOW MHCEPLMUU TOCIYXUIU T;-TTOTOMKU
IBYX JUHWI TpaHCTeHHBIX pacTeHuii Tabaka NuS u
Nu6, KOHTPACTHO pa3IMYAIOLINXCS IO MPOSIBIEHUIO
ceJIeKTUBHOTO reHa nptll, mosydyeHHbIX B pe3yJibTaTe
MOCJIEA0BATEILHOTO OTOOpa MO MO3auliMu3My Cpeau
CaMOOITbUIEHHBIX TTOTOMKOB MCXOMHOI'O TPAHCTEHHOTO
pacteruss Nu2l [15]. Cxema ca0XHOOPraHM30BAaHHOM
nHcepLmn, Bkmovaromieii Tpu Kormu T-JIHK, ongHa n3
KOTOpBIX MHBEPTUPOBaHAa IO OTHOIIEHUIO K JBYM
IPYTUM C nenenueit 6oabpineit yactu reHa nptll (yce-
yenHast konus T-JIHK), mpencraBiena Ha puc. 1.
TpancrenHoe pacreHue Nicotiana tabacum L. Nu2l
ObUIO TTOJIYYEHO METO/IOM arpo0akTepuabHOMN TpaHC-
dopManu TeHeTIeCcKOM KoHCTpyKuei pC27-nuclS
creHoM nptll, obecrieynBaOIIUM YCTOMUUBOCTD pac-
TeHU i TabaKka K aHTUOMOTUKY KaHAMUIIUHY, U TEHOM
CEKPETOPHOI PHAOHYKIIea3bl Serratia marcescens 1o
yhpaBJIieHUEM AByHarpaBjieHHOro MAS nmpoMoTopa re-
Ha MaHHOMUWHCUHTAa3bl Ti-TuiasmMunbel A. tumefaciens
[15]. OTmmuuTebHOM OCOOEHHOCTHIO TIOTOMKOB pacTe-
Hust Nu2l sBiasimoch heHOTUTTMYECKU HECTAOWITBHOE
nposiBiieHue reHa nptll, Bpipaxkaroleecs: Kak yepenoBa-
HUE 110 MOBEPXHOCTU JIKUCTA 3eJIeHBbIX (KaHaMUIIMH-
YCTOMYUMBBIX) U OeIbIX (KaHAMUIIMH-HEYCTONYNBBIX)
y4yacTKoB. JIJisi CpaBHUTEIBbHOTO aHajiu3a 3KCIpec-
cuu reHa ynptll y n1ByX KOHTpaCTHO pa3IMyaroniuxcs
T10 MPOSIBJICHUIO MO3aulIM3Ma JIMHU, a TAKXKe BbISIB-
JICHUIO CUMTBIBaHUSI abeppaHTHBIX TPAHCKPUIITOB B
00J1aCTU TEHETUYECKOM KOHCTPYKIIUU UCTIOIb30BAIU
reMu- ¥ roMo3uroTHeie o Bcrpoiike T-JIHK pacre-
HUS TPEThEro MOKOJIEHUS OT caMoonbuieHus. ['oMo-
3UTOTHOCTb TTOTOMKOB OIPEAENSIM MO OTCYTCTBUIO
paclIerIEHUS B CIEAYIOLIEM MOKOJIEHUU MTPU CaMO-
OIMbUIEHUU (BCE TMOTOMKM KaHAaMMIIMH-YCTONYM-
BbI€), TEMU3UTOTHOCTb — 11O HAJIMYMIO paCIIETIIEHUS
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LB PMAS LB LB PMAS RB
—I— nuclS —(e—) nptll | I nuclS -(u—)— nptll —I—
T-AHK 1 T-AHK 2
T-AHK yceueHHast
nuclS-RT
IRT 2-1 2-2
> RB < | PMAS
nptll nuclS
> <
1?2 fl 1?{—1— nuclS-1 nuclS-2

Puc. 1. Cxema T-IHK uHcepunu B reHome pacteHust Nu2l. nuclS — reH ceKpeTopHOI aHI0HYKIIeasbl S. marcescens; nptll —
reH HeomuLmHGpochoTpaHchepassl 11 E. coli; PMAS — nByHaIpaBlIeHHBII IIPOMOTOP T'eHa MAHHOIMMHCUHTA3BI Ti-Tu1a3Muabl
A. tumefaciens; LB, RB — noBtopbl, orpannuuBatouiye T-oonacts Ti-tuiazmMunsl A. tumefaciens; purypHble CTpEKK MOKa3bl-
BatoT opueHTanuio konuii B T-JIHK nHcepuuu, ctpeikaMmu 0603HadeHbI IpaiiMepbl 1 ux HarpabieHue; 1RT, 2RT, nuclS-RT —
mpaiiMepsl IS IIPOBeaeHMs 00paTHOM TpaHcKpumuu, 1-1, 1-2, 2-1, 2-2, nuclS-1, nuclS-2 — npaitMepsl IIsT IPOBEIeHUS

OT-TILIP na KIHK.

3 : 1 (kaHAaMULIMH-YCTOMYUBEIC :
YCTOIYMBEIE).

KaHaMHWIINH-HEC-

Ananus sxcnpeccuu mpauceenoé (nptll u nuclS)

st aHanM3a 3KCIpeccuu TpPaHCT€HOB UCTIOJb30-
BaJIM JIMCTbSI TMSITU MECSYHBIX pacTeHuii Tabaka.
CymMmapuyro PHK Beimensim ¢ momomibio Habopa
peakTBoB RNAecasy® Plant Mini Kit (Quiagen),
PHK o6pa6atsiBaiu DNase I u 4 mxr PHK 6panu
mrst cuaTe3a KJIHK (Thermo Scientific RevertAid
First Strand cDNA Synthesis Kit).

AHanu3 sKcrpeccuu reHa aptll mpoBomvIM Mpu Imo-
Moy TP B peanbHOM BpeMeHU Ha aMIUIM(MUKATOpE
CFX96 (Bio-Rad, CIIIA). IpaitmMepsl TomoOpaHbl Ha
LIEHTpaJIbHYIO 001acTh TeHa #pfll B momHOpa3MepHbIX
kormsix T-JIHK (ta6n. 1). IIporpamma amrumdpuka-
muu: 95°C — 3 MuH; gajiee IIITh LIMKIIOB 0e3 IeTeK-
uuu: 95°C — 10 ¢, 61°C — 20 ¢, 72°C — 5 ¢; 3areM 40
LIMKJIOB C JeTeKliMeil Ha cTaauy oTxXura (KaHaj
FAM): 95°C —10¢, 61°C —20¢, 72°C — 5 c. YpoBeHb
aKcnpeccuu oueHuBaau npu nomoiu 110 “Bio-Rad
CEX Manager 2.1”. Kaxnplit o6pa3el] aHa I3 PpOBaIN
B TPEX MTOBTOpPax, HOPMUPOBAHUE TAHHBIX TPOBOAWIN
o xo3siickomy reny GSP (glutaminesynthetase) [19],
KOTOpbIi1 aHAIM3UPOBAJICS B TOM XKe MPpOOUpKe.

AHanmM3 3KcOpeccuyd IeHa CEKPeTOPHOM 3HOO-
HyKJea3sl Serratia marcescens BBIIOIHSIIA METOOOM
nojykoaudectseHHoit OT-ITLP. ITpaiiMepsl yka3a-
Hbl B Ta0n. 1. I[Iporpamma ammumdpukamum xkJIHK:
1 muki 94°C — 3 muH, 58°C — 30 ¢, 72°C — 1 MuH;
nanee 34 uuxkia: 94°C — 1 muH, 60°C — 30 ¢, 72°C —
1 MmuH. B KayecTBe KOHTPOJISI UCIIOJIb30BaIN IIpaii-
Mepbl Ha TeH aKTUHA.
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DKCIIepUMEHTHI TIOBTOPSIIN 2 pa3a B IBYX IIOBTOP-
HOCTSIX.

Buisieaenue abeppanmuoix PHK

PacrionoxeHnune mnpaiiMepoB, MCIOJb30BAHHBIX
IUTST BBISIBJIEHUSI CMBICJIOBBIX abeppaHTHbIXx PHK,
CUMTBIBaeMbIX ¢ MAS IpoMoTOpa yCeYeHHOM KON
reHa nptll, n anTucMbIicaoBBIX abeppaHTHbBIX PHK,
CUUTBHIBAEMBIX C TIpeIrogaracMbIX IPOMOTOPOB B 00-
JIaCTU CIeCepHOI MOCIeN0BaTeIbHOCTH YCEYSHHOM
konuu reHa saptll npuBeneHo Ha puc. 1, mociaenona-
TEJILHOCTU IIpaliMepoB IIpeAcTaBiieHbl B Tadi. 1.
IMporpamma ammmoukauuu K AHK: 1 nukn 94°C —
3 MmuH, 58°C — 30 ¢, 72°C — 1 MuH; nanee 34 uukia:
94°C — 1 muH, 60°C — 30 ¢, 72°C — 1 muH. B xaue-
CTBE KOHTPOJISI MCITOIb30BaJIM IIpaiiMephbl Ha T€H aK-
THHA.

Ananusz ecmpausanus eekmophuvix JIHK

JHK BbIAensiIv ¢ TIOMOILIBI0 Habopa peakKTUBOB
GenElute® Plant Genomic kit (Sigma). AHanu3 Ha
Hanmuure BcTpoilku BekTopHOU JIHK B pactutenb-
HbI1i1 reHoM npoBoawics TP ¢ mpaiimepamu Till U
u pli p2 L nnsa aHanuza JieBOro, Ipujiexaliero K
BCTpoOiiKe paitoHa u3 1wiazmMuabl pC27-nuclS, n c
npaiimepamu npt_p3 R u TiR_L mrsg ananusa mpa-
BOTO TIpuJjiexallero paitoHa (tadsa. 1). Pexum am-
mndukanyy: 1 ouki: 95° — 3 muH, 58° — 30 ¢, 72° —
1 mun; 32 upkina: 95° — 30 ¢, 60° — 30 ¢, 72° — 1 MuH.
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Ta6auna 1. CtpykTypa npaiiMmepoB

MAPEHKOBA u ap.

Pazmep
Bun O06o3HavyeHuUst
. ITocnenoBaTeabHOCTH I P-nponykra,
9KCIIEPUMEHTA npaitMepoB -
TP B peatbHOM ITpsamoit 5'-CTCGACGTTGTCCCTGAAG-3'
BPEMCHMU, aHAIU3 O6patHbiii | 5'-TCAGCCATGATGGATACTTTC-3'
akenpeccnu rena npil| 36, 5'-FAM-CTGTCATCTCACCTTGCTCCTGCCG-BHQI-3
IpoBenenue IRT 5'-GCACAACAGACAAATCGGCTG-3'
obpaTHOI 2RT 5'-CACCTTCACCTACGATGGGG-3'
TpaHckpuiumn nuclS RT 5'-CACGCTCGAATCCATCGACA-3'
[MpoBeneHue 1-1 5'-TCCGCTCTACCGAAAGTTACG-3' 366
OT-ITLP 1-2 5'-CCCAGTCAGCATCATCACACCA-3'
2-1 5'-ACGGCTAAGAGCGAATTTGG-3' 311
2-2 5'-GACGGCCACAAGAAAAAACC-3'
actin-1 5'-CTATTCTCCGCTTTGGACTTGGCA-3' 261
actin-2 5'-AGGACCTCAGGACAACGGAAACG-3'
nuclS-1 5-'ATCGAACAGGAAAGCGGCATAG-3' 488
nuclS-2 5'-CATTGAACAACAACAGCACCAC-3'
AnHanus BctpauBanus | TiL_U 5'-AAGTCCCATGTGGATCACTC-3' 573
BekropHbix JTHK pli p2 L 5'-GATCCATGTAGATTTCCCGG-3'
npt_p3 R 5'-TGCCCCGAGAATTATGC-3' 541
TiR_L 5'-CCTGATGAATGCTCATCCG-3'

Cmamucmuueckuii aHaiu3

151 cpaBHEHMSI YPOBHSI 9KCIIPECCUM Y TOMO- U Ie-
MU3UTOTHBIX TPYITI TPAHCTEHHBIX PACTEHUIA MCIIONIb30-
BaJIM HEIMapaMeTPUIECKNI AUCIEPCUOHHBIA aHaIn3
Kpackena—Yommica (rmporpamMmMHbli TTakeT Statistica
5.5) ¢ y4eToM MHOXECTBEHHOTO MOMapHOTO CpaBHE-
Hus kputepueM danna (Q,, (k =4, 00=0.05) = 2.639),
r7ae kK — 41cyio CpaBHUBAEMBbIX BBIOOPOK (T€EMU3UTOTHI
Y TOMO3UTOTHI TMHUM Nu5 1 Nub), 0. — ypoBeHb 3Ha-
yumoctu [20].

PE3YJIbTATbBI 1 OBCYXIEHHWE

BDrcnpeccus eena nptll u eena cekpemopHoii
9HOOHYKAea3bl S. marcescens y eemMu- U 20MO3ULOMHbIX
pacmernuii mabaka Nu5 u Nub6

Pesynbrarhl CpaBHUTENBHOTO aHaju3a MO JKC-
npeccuu reHa npfll nByx nuawnii radaka (NuS u Nub),
KOHTPACcTHO Pa3JIMYaIoIIUXCS 1O 4YacTOTE BBISBIIC-
HUYS MO3auliM3Ma, NpeacTaBlieHbl Ha puc. 2. Habmo-
JlaeTcs LIMpOKas BapuaOebHOCTh IO KOJIWYECTBY
TpaHckpuntoB MPHK, cuHTEe3upyeMbIx Kak ¢ OQHOI
(y reMu3urot), Tak u ¢ aByx (y romosurot) JHK-
MaTpull. AHaau3Upyss OTHOCUTEJIbHbIE 3HAUYECHUS
MPeACTaBIIEHHOCTU TpaHCKpUNTOB reHa npfll y re-
MU3UTOTHBIX TPAHCTEHHBIX pAaCTEHUI TabaKa JIMHUI
Nu5 u Nub (puc. 2,a) cnenyetT OTMETUTb OTCYTCTBUE

CTaTUCTUYECKU AOCTOBEPHBIX pa3jiuduii B YpOBHE
9KCIIPEeCCUHU celeKTuBHOro reHa (Q = 1.715).

Takke y TOMO3MTIOTHBIX pacTeHUU JUHUU Nud
OTMEUAaETCsI YPOBEHD SKCIIPECCUM, HE OTJIMYAIOIIAIA-
Cs1 OT YPOBHS 9KCIIPECCUM TeMU3UTOTHBIX pacTeHUM
(puc. 2,6) (Q = 0.857), 4TO IO3BOJISIET MPEAIOJIO-
XKUTb CHIDKECHUE YPOBHS SKCIIPECCUU CEISKTUBHOIO
reHa Ipu Nepexojie U3 reMu- B TOMO3UTOTHOE COCTO-
stHUe. IIpy 3TOM Y TOMO3UTOTHBIX PaCTeHUI JTUHUU
Nub HabmoHaeTCd 3HAYUUTEIbHOE JOCTOBEPHOE CHU-
xkeHue a3kcrpeccuu reHa aptll (Q = 2.939). Toabko y
JIByX pPacTeHUIi U3 IIECTU MPOaHATU3UPOBAHHBIX ObLIT
JIETEeKTUPOBAaH HU3KUI YPOBEHb 3KCIPECCUU TPAHCIe-
Ha, Y OCTaJIbHBIX IIOTOMKOB 9KCIIPECCHSI TeHa He OIpe-
JIeNsiIach, UTO YKa3bIBAeT HA MHAKTUBALIMIO SKCITPECCUU
CEJICKTUBHOIO I'eHa.

Panee HaMu OBUIO YCTAHOBJIEHO, YTO Y JIMHUU
Nu5 oTmeuaeTcsl CTaTUCTMYECKU 3HAYMMO Oosee
HU3Kasl 4YacTOoTa MOSIBJIEHUS IIOTOMKOB C MO3aUYHbIM
XapaKTepoM 3Kcrpeccuu reHa nptll, mo cpaBHEHUIO €
JuHuein Nu6. B To BpeMst Kak Jjidi TOMO3MTOTHBIX
pacteHuit Nub xapakTepHa BbICOKAasl 4aCTOTa MO3au-
KoB (1o 100%), pe3Ko yrHeTeHHbI pOCT U rubelih Ha
ceJIEKTUBHOI cpene [16].

Pe3ynbrarhl KOJWYECTBEHHOM OLEHKU TpaH-
CKPMIILIMOHHOI aKTUBHOCTU reHa nptll y nByXx pas-
JINYAOIINXCI TI0 MO3AaULIM3MY JIMHUM TPAHCT€HHBIX
pacTeHuii Tabaka MOATBEPAMIN YCTAHOBJIIEHHBIEC pa-
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Puc. 2. YpoBeHb akcnpeccuu reHa uptll y reMU3UTroTHBIX (@) 1 TOMO3UTOTHBIX (6) TpPaHCTEHHBIX PACTeHUI Tabaka ¢ HU3KUM
(Nu5) u Beicokum (Nu6) ypoBHEM MOSBIEHNUS MO3aMYHBIX TOTOMKOB. PacteHust auHuy Nu5 — cTOI01bI YEPHOTO LIBETA, JIM-
Hus Nub — ceporo uBeta. [1o ocu opauHaT yKasaH YpOBEHb 9KCIIPECCUU, HOPMAIU30BAHHBIH 10 X03siiickomy reHy GSP; mo
ocu abcirce yka3aHbl HOMepa TpaHCTeHHbIX pacTeHuil Tabaka. [TokasaHa ctaHgapTHast OIIMOKA CPEHETO.

Hee CYILIECTBEHHBIE pa3]IMUMsl, CBUICTEIbCTBYIOIIE
0 TOM, 4YTO 00Jiee BBICOKME 3HAYEHUST TPAHCKPUTILIY-
OHHOM aKTMBHOCTH reHa nptll Koppenupyior ¢ Hu3-
KOI 4aCTOTOI €ro MHaKTUBAallM Ha YPOBHE COMATHU-
yeckoit TKaHu (JimHus Nu5) 1, Ha000pOT, CHIDKEHIE
ypOBHS aKcrpeccuu nptll-reHa cBsI3aHO ¢ BBICOKOM
YacTOTOI MHAKTUBALIUY W ITOSIBJICHMEM MO3aMIHBIX
MMOTOMKOB (JIMHUS Nub).

Takum ob6pazom, MeXIy UCCIETyeMbIMU JIMHUSIMU
TpaHCTeHHBIX pacTeHUM Tabaka Nu5 1 Nub ormeya-
FOTCSI CTAaTUCTUYECKN 3HAYMMBbIE pa3jiMuusi B YpPOBHE
SKCIIPECCUN CEJIEKTUBHOIO T'eéHa MEX]y TOMO3UTOT-
HbIMU pacTeHusiMu. Habaronaercst oO1ast TeHAeHIMS
CHWXXEHUS TPAHCKPUITLIMOHHOM aKTUBHOCTU reHa nptll
MPU €ro nepexojie U3 reMu- B roMO3UTOTHOE COCTO-
sSTHUE, YTO COOTBETCTBYET YACTOTHBIM XapaKTepHu-
CTMKaM WHaKTMBUPOBAaHUS aHAJIU3UPYEMOIO I'eHa,
YCTaHOBJIEHHBIM paHee Mo ero (eHOTUITUYECKOMY
nposiBiieHu1o0. I pacteHuit imHuM Nub CHUKEHME
aKTUBHOCTU reHa nptll 601ee BoIipaxkeHO, IIOCKOJIbKY
WMEHHO B 3TOH JIMHUU Cpely MOTOMKOB JIJIs OJTyYe-
HUSI CJIEYIONIETO MOKOJEeHUSI OTOMpPaId TeHOTUIIBI C
MaKCUMAaJIbHbIM ITPOSIBJIEHEM MO3aUYHOCTH. B CBSI-
31 C 3TUM TIPEJCTABIISIO UHTEPEC OLIEHUTh YPOBEHbD
9KCIPECCUU IPYTOro reHa, BXOASIIETro B COCTaB Kac-
CeThbl IKCIIPECCUU B KAUEeCTBE 11€JIEBOr0, — reHa CeK-
pEeTOPHOI SHIOHYKJIeasbl S. marcescens (puc. 1). I1o-
JIydeHUE€ TaKWX ITaHHBIX TO3BOJIMT CYAUTb O TOM,
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IIPOUCXOOUT JIM KOOPAMHUPOBAHHAsA MHAKTHUBaALIUA
JApyroro recHa, BXogduero B CoCTaB CJIOKHOOPTaHM -
30BaHHOM MHCEpIUM.

Ha punc. 3 npencrasnensl pe3yabratel OT-ITLP
Ha TeMHU- ¥ TOMO3UTOTHBIX PACTCHUAX JIMHUI Nu5 1
Nub6. ¥ pacrenuii tuaun Nu5 TpaHCKPMIITEI DHIO-
HyKJIea3bl PETUCTPUPYIOTCS Y BCEX MPOAHATU3NPO-
BaHHBIX paCTeHU (TeM1- Y TOMO3UTOTHBIX) Ha yPOB-
He 3KcIpeccuu reHa aktuHa. s auaum Nub tpaH-
CKPHUIT BBISIBIISICTCS TOJIBKO IS psiia TEMU3UTOTHBIX
pacrenuii (puc. 3,a, Homepa 6/3, 6/10, 6/21) n ux
YPOBEHb IKCIIPECCUU HIKE, YEM YPOBEHb IKCIIpec-
CHMU TeHa aKTWHA, 1 TIOJTHOCTBIO OTCYTCTBYET V BCEX
MPOaHAJIM3UPOBAHHBIX TOMO3UTOTHBIX TMOTOMKOB
(maHHbIe He npencTaBieHbl). ClenoBaTe/lbHO, MTHAKTH-
BaIysT SKCIPECCUM TPAHCTEHOB B TMHUM Nub y ToOMO-
3UTOTHBIX TIOTOMKOB MOXET ITPOUCXOIUTH I10 BCeid MH-
cepiuu T-JIHK, T.€. 3axBaThiBaTh Bce Konuu reHa nptll
¥ TeHa CEKPETOPHOIT SHIOHYKIIea3sl S. marcescens. Kak
MpaBUJIO, B paCTEHUS IEPEHOCIT TeHETUYECKUE KOH-
CTPYKILIMU, HECYIIIME B CBOEM COCTaBE HECKOJIBKO Te-
HOB (MapKepHBIi1/CeJIeKTUBHBIIA T€H, 1IeJICBOI ITeH).
B pabGotax psina uccienosarelieii mokazaHo, 4YTo Ha-
pYIIeHHWE IKCIPECCUM OTHOTO M3 TeHOB MOXET KOp-
peIupoBaTh C WHAKTUBALIMEH PSIIOM PaCITOJIOXKEH-
HBIX TeHOB [21, 22] 1160 He BAUSATh HAa CTAOUJILHOCTD
nx 9Kcrpeccun [23, 24].
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Puc. 3. Bnekrpodoperpamma I P-npomykToB nocie obpatHoit TpaHckpunimu cymmapHoii PHK TpaHcreHHBIX pacTeHuMit
suHui Nu5 1 Nub ¢ npaiiMepaMu Ha TeH CEKPETOPHOI SHIOHYKJIeashl S. marcescens U akTUH. @ — FTeMU3UTOTHBIE PACTEHUS,
6 — rOMO3UTOTHbBIE pacTeHus. M — mapkep MoJtekysipHoro Beca JJHK.

CHMIXEHMEe YPOBHSI 3KCIPECCUU T€HOB, BXOMIS-
X B COCTaB MHOTOKONMIHOM MHCEPILNHU, IIPU ITIe-
pexone U3 reMU3UTOTHOTO B TOMO3UTOTHOE COCTOSTHUE
OTMeyaeTcsi BO MHOTUX paborax. JlaHHOe sIBIeHUE Ha-
3BIBAIOT 2(P(hEeKTOM 03I TEHOB, ITPU 3TOM TTOJIaBJICHUE
SKCIIPECCHUM TeHa IIPOMCXOOUT TP HAXOXISHUHN TOMO-
JIOTUYHBIX ITOCJICIOBATEIBHOCTEN KaK B aJlIeJIbHOM (Y
TOMO3UTOTHBIX TOTOMKOB), TaK W HeaJUIeJbHOM IMO-
3Ly (TIpU CKpelMBaHUM TpaHC(hOPMaAHTOB) [25,
26]. OnHUM U3 HauboJIeE U3YYEHHBIX TPUITEPOB IIPU
3aMycKe 3aMOJIKaHMsI T€HOB Ha TPAaHCKPUIIIITMOHHOM

WIX TOCTTPAHCKPUILIMOHHOM YPOBHSIX SIBIISICTCS
CUMTHIBAHME aHTUCMBICIIOBBIX U adbeppaHTHBIX PHK
[12, 13].

Anmucmuicrosoie u abeppanmusie PHK,
cuumoleaemole 8 061acMU YCeUEHHOU
UHBepMUpPOBAHHOU Konuu eena nptll

Berpoitka T-JIHK B TpancreHHBIX TUHUAX Nul u
Nu6 nMeeT CIIOKHYIO TAHAEMHYIO CTPYKTYPY, TIO9TO-
MY BeJIMKAa BEPOSTHOCTD JJIsl CYUTHIBAHUS abeppaHT-
HBIX TpaHCKpUIITOB ¢ MAS mpomoTopa ycedeHHOI

TEHETUKA Ttom 57 Ne3 2021
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Puc. 4. Dnexrpodoperpamma ML P-tipoxykToB mocne od6patHoii TpaHcKputiiuu cyMmmapHoit PHK roMo3uroTHsIx TpaHcreH-
HbBIX pacTeHuii tuHuit NuS 1 Nu6 ¢ npaiiMepaMu Ha aHTUCMBICIIOBYIO abeppaHTHYI0 PHK 1 akTuH. M — MapKep MOJIEKYJISIp-

Horo Beca JJHK.

WHBEPTUPOBAHHOI KOMWUY T'eHa, T1¢e IPOou30IIlia JIe-
Jietust 6osbineit yactu reHa aprll (95 mH BMecTo 794 iH
B IIOJIHO# KOIIMHU), M C MOTEHIIMAJILHBIX IPOMOTOP-
HBIX oOJylacTeit B o0jacTU cIieiicepHOM MociaeaoBa-
TEJIBHOCTU, TIpUJIeXallleil K JeJIeTUPOBAaHHOMY TEHY.
ITockonbKy B paHHoi koruu T-AHK orcyrcTByeT Tep-
MUHATOp TPaHCKPUIILIMK, BO3MOXHA TPAHCKPUIILIUS
CMBICJIOBBIX M aHTUCMbICIOBBIX PHK, BKITIOYaromux B
CBOI1 COCTaB HEMOJIHYIO KOOMPYIOIIILYIO MOC/IeI0BATE b~
HocTb reHa spfll, a Takxke 1ociae10BaTeIbHOCTA HEKO-
nupytoiieit npuiexaiueit JIHK. Ha puc. 4 npencras-
nensl ganHeie OT-TILP mocne peakumm oOpaTtHO
TpaHckpunuuu cymmapHoit PHK romos3urorHbix
TpaHCTeHHBIX pacTeHM ImHui NuS u Nub ¢ mpaiime-
paMH, 3aXBaTHIBAIOIIMMM KOMUPYIOIIYIO IOCIEI0BA-
TeJILHOCTb yceueHHOoIi koruu reHa npfll u psimom pac-
MOJIOKEHHYIO CHeMCcepHYIo II0C/IeloBaTe/IbHOCTD,
YHUKaJIbHYIO IUISI BCEM TPaHCTEHHOM WHCEPIIUM, YTO
no3BossieT peructpupoBath PHK, cunthiBaeMyro TOJb-
KO ¢ ycedeHHol kormmu (puc. 1, tadma. 1, npaiimep 1RT
WCIIOJIb30BaH UISI TIPOBeAeHMsI OOpaTHOM TpaH-
ckpunuuu, npamepsl 1-1 u 1-2 — gag OT-TILP).
Hammawue I P-nipomykTa pazmepom 366 mH yKa3bl-
BaeT HAa CUHTE3 aHTUCMBICI0BOIT abeppaHTHOII PHK,
KOTOpasl peTUCTpUpPyeTCsT y pacTeHUt NuS TOJIBKO ¥
IMMOTOMKOB C BBICOKMM YPOBHEM 3KCIIPECCUU TpaHC-
reHa (5-10, 5-16, 5-21, puc. 2), y pacteHuii ¢ 6ojee
HU3KMM YPOBHEM O3KCIIPECCUM aHTHUCMBICIOBAs
abeppanTHasi PHK He peructpupyercss 1TaHHBIM Me-
TOIOM. Y TOMO3UTOTHBIX pacTeHU TMHUU Nub mos-
HocThIO otcyTcTByeT IILIP-TIpoayKT aHTHMCMBICIO-
Boii abeppanTHoii PHK.

Ha puc. 5,4 mnokazaHa »sJieKTpodoperpaMmma
ML P-niponykToB 1ocie oOpaTHOM TpaHCKPUIIINNA
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cymmapHoii PHK reMu3uroTHeIx TpaHCreHHBIX pac-
teHuit imHuit Nu5 u Nub ¢ npaiiMmepaMu Ha CMBICJIO-
Byto abeppantHyio PHK, cunTeiBaeMylo B oGiactu
YHUKQIBHON CHEMCEPHOM IMOCJIEA0BATEIbHOCTH,
ycedeHHOM Komnuu reHa nptll u crielicepHoii mmocne-
JIoBaTeJIbHOCTU MexXny reHoM nptll m mmpoMoTopom
MAS (puc. 1, ipaiimepsl 2RT st ipoBeneHusT 00-
patHoii TpaHcKpumuu, 2-1 u 2-2 g OT-IILIP).
LleneBoit mpoaykT amrumdpukauuu 311 mH BBISIBIISI-
€TCsl y BCeX NMPpOoaHaIM3MPOBAHHBIX PACTEHUM JIMHUU
Nu5, mrs auarr Nub TpaHCKPUIIT BBISIBJISIETCSI TOJTb-
KO JITSI OTAEIbHBIX ITOTOMKOB (6-19, 6-21, 6-67) B Bu-
Jie cn1aboro curHajia, Mo CPpaBHEHUIO C KOHTPOJEM
(reHOM aKTHHa).

B ciyyae ToMO3UTOTHBIX TPAHCTEHHBIX pacTeHU
muHu Nu5 u Nub cmbiciioBas abeppantHast PHK He
Obl1a OOHapykeHa Tpu TPOBEACHUM CTaHIApPTHO
npoueaypsl noaykonndectBeHHou TP (maHHbIe He
TMPEACTaBIICHBI), HO MPU YBEJMYCHUU BPEMEHU peak-
I 0OpaTHOM TPAHCKPHUIILIMA B 2 pa3a WA peaMITIN-
dukarym OT-TIHP mra muarm NuS OBIITO BBISIBICHO
HaJuue TpaHcKpuiuu (puc. 5,0). CiaenoBaTenbHO, Y
TOMOBUTOTHBIX TPAHCTEHHBIX pacTeHuid JuHuii Nud
abeppanTHast PHK cuHTe3upyeTcs B HEOOMbIINX KO-
JmyectBax. J1iist romo3urotHoi uHun Nub naxe mocie
peaMIumMUKAIA TPAHCKPUIIT He OBUT OOHapyKeH,
YTO CBUJIETENLCTBYET 00 €ro OTCYTCTBUU (MaHHbIE He
npeacTaBieHbl). TakuM o0pa3oM, TMpoCieXrBaeTcs
KOppeJisiliisl KOOPAMHUPOBAHHOTO CHWXXEHUSI WIU
WHaKTUBAILIMU dKCIpeccuu reHa nptll Bo Bcex Komu-
ax T-JAHK, kak moimHopa3sMepHBIX, TaK U YCEUEHHOM
Yy TOMO3UTOTHBIX MOTOMKOB JMHUI Nu5 1 Nub.
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Puc. 5. Dnexrpodoperpamma [N P-npomykToB mocne obpaTHoit TpaHckpunimmu cymmapHoii PHK TpaHcreHHbIX pacteHuit
suHui Nu5 1 Nub ¢ npaiiMmepamMu Ha cMBICTOBYI0 aGeppaHTHYI0 PHK 1 akTWH. @ — reMU3HToTHBIE pacTeHUsI, 6 — TOMO3MTOT-
Hble pacTeHus1, peamruiudukanus. M — mapkep monekynsipHoro Beca JJTHK.

ITockonbky B 00J1aCTM MHBEPTUPOBAHHOM yCEYeH-
HOIT Koy TeHa #ptl] mponcxXoauT CMHTE3 CMBICIIOBBIX
M aHTUCMBICIIOBBIX abeppaHTHhIXx PHK, onm mMoryr
00pa3oBbIBaTh ABYLIENOYECUYHbIE, YACTUYHO KOMILIE-
meHTtapHble PHK kak Mmexnmy co0oii, Tak U ¢ TpaH-
CKpUIITAMH, CYUTHIBAEMBIMHU C IIOJHBIX KOMUIA reHa
npfl B T-IHK 1 u T-IHK 2. O6pa3oBasiiasicst ABy-
nenodyeyHast PHK ¢ 6ob1110i1 BepOITHOCTBIO MOXKET
OBITh OTBETCTBEHHA 3a aKTUBAIIMIO MEXaHM3MOB
PHK-onocpenoBaHHOro caiiJleHCMHIa Te€HOB Ha
TPaHCKPUIILIMOHHOM YPOBHE.

CBsa3p Mexnmy cuHTe3oM abeppanTHoit PHK wu
WHaKTUBallMell TpaHcreHa Lpt2-gus mokasaHa st
TpaHCTeHHBbIX pacTeHuil puca. HMccaemosarensiMu
OBLIU TIOJIyYEHBI TMHUU C MO3aMYHOI 3KCIIpeccueit
reHa gus B aJleipOHOBOM CJIOoe ceMsiH puca. Mozauy-
HBII XapaKTep 9KCIPECCUU PENOPTEPHOTO reHa Hacje-

JIoBaJIcs B psiay IokoJieHuid. ViccaeqoBaHue OqHOM U3
9TUX JIMHUIA MoKa3ano, 4yTo 13 AByx konuit T-JIHK B
9TUX PACTEHUSIX OAHA SIBJISIETCSI yCEUYEHHOI 1 00paT-
HO OpPHUEHTUPOBAHHOI, YTO TMPUBOIUT K 0Opa3zoBa-
HUIO aHTUCMBICIOBBIX adeppanTHbhIX PHK [10].

B paGoTax Ha TpaHCTeHHBIX pacTeHUsIX Arabidop-
sis thaliana moka3aHO, YTO TeHETUYECKNE KOHCTPYK-
1 0e3 TepMMHATOpa TPAHCKPUIIIIUW WIA HEIOJI-
Hble KOINWU IeHOB TakxKe 3(P(OEKTUBHO 3aITyCKalOT
MPOLIECC MHAKTUBALMU IKCIPECCUU TOMOJOTUYHBIX
TEHOB B X03sIiicKoM reHome [ 12, 27]. BeIcokyio yacTo-
Ty MHAKTUBALIMM O0ECNeYynBalOT reHETUYeCKNEe KOH-
CTPYKLIMM, KOTOpbIe BKJIIOYAIOT T'eH/(parMeHT TeHa
MEXIY ITPOTUBOIIOJIOXHO HAIIPaBJIEHHBIMU IIPOMO-
Topamu. [Tpu 3TOM 00pa3yloTCs KOPOTKME HEMOIU-
aneHunupoBanHele PHK pasHoro pasmepa [11]. ¥V
65% TpaHchOPMUPOBAHHBIX KJIETOYHBIX JIMHUM Ta-
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Oaka BY-2 mccrnemoBaTtesm oOHAPYXKWINA, 9YTO BHYT-
peHHUeE, JUlIeHHbIe TTPpoMOTOpoB paiioHsl T-JIHK
JyacTo TpaHCKpubOupyiorcsa. Takas crHoHTaHHas
TPaHCKPUIMILNS 3aIlyCKaeT MHAKTUBAIINIO T€HOB IIPU
HaJIMYMM WHBEPTUPOBAHHBIX IOBTOPOB B COCTaBe
MHCEpLUU. ABTOPHI OOBSICHSIOT HAaHHEIN (peHOMEH
BcrpanBanreM T-JIHK B TpaHCKpMTIIIMOHHO aKTUB-
HbI€ palilOHbl PACTUTEIBHOTO T€HOMa M OCOOEHHO-
CTSIMU CTPYKTYpbI XpoMaTrHa [13].

I'eHOMHOE OKpyKeHHE, B KOTOPOM OKa3aJllCh Ie-
pEHECEHHBIE TETEPOJIOTUYHBLIE TE€HbI, Oe3yCIOBHO
OKa3bIBaeT BIMSIHUE Ha CTAaOMJIBHOCTh X DKCITPECCUM.
Tak, MogenMpoBaHNe CUTYalluK, KOTJa TPAHCTEHBI 110~
MAJIal0T B PaiiOH BHICOKOIOBTOPSIIOIINXCS ITOCIIEI0BA-
TEJILHOCTEI IMyTEM BHECEHHUSI B COCTaB T'€HETUYECKOI
KOHCTPYKIIM MOBTOPEHHBIX ITOC/IEIOBATEILHOCTEN 13
reHoMa Petunia hybrida, npuBeio K ”THAKTUBALIN 11 MO-
3aUMYHOM SKCIIpeccrM MapKepHoro reHa [28]. B psine pa-
00T MOKa3aHo, 4YTO abeppaHTHbIC TPAHCKPUIITEL MOIYT
MMETh MECTO MHUIIAALIY CUHTE3a C IIPOMOTOPOB B IT0-
clienoBaTesbHOCTsIX, puiexamux K T-JIHK, 1 Ha-
MIpaBjsITh CAallJIEHCUHT TpaHCreHOB [13, 29].

H3BectHO, yTO BMecTe ¢ T-JIHK mpu arpobakre-
puaibHOI TpaHchopMalMu B TEHOM PAacTEHHS BO3-
MOXKHO BCTpauMBaHUE ydacTKoB IuiasmuagHoit JTHK,
npuwiexamux K oomactu T-AHK. Hammuwme takwx
Y4aCTKOB, MMEIOIINX OOJIBbIIIOE KOJIMYECTBO ITOBTOPOB,
MOXET CJIYXWUTh TOMOJHUTEIbHBIM (DAaKTOPOM MJIsi
nposiBneHuss PHK-untepdepeHuuu. BepossTHOCTH
nHTerpannn pparmMeHToB BeKTopHBIX JIHK mpm ar-
pobakTepuaabHOMN TpaHCchOpMaLlMU B 3HAUYUTEIbHOM!
CTEIICHU 3aBUCHUT OT THUMA IUIa3MUIBI U YCJIOBUI
Tpancdopmanmu, mis Nicotiana tabacum 3ta BeposIT-
HOCTB cocTaBiigeT nopsaka 1.3%, HO B OTOEJIbHBIX
caydaax moxomut u 1o 70% [30]. Hast muamm Nu2l
MBI IIPOBEPUJIM 3Ty TUIIOTE3Y U OKa3aJIu OTCYTCTBUE
rocjiegoBatejibHOCTe u3 1iasMunbl pC27-nuclS,
MpuwiIexkalux K ImpaBoii/aeBoit rpanuiaMm T-JIHK
(maHHBIE HE MPEACTaBICHBI).

MHTEepecHO OTMETUTD, YTO 1aXe BCTpauBaHUE O/l -
HOI KOIIMU T'eHa uidA B OOUH U TOT K€ paitoH XO3sACKO-
ro reHoMa cucrteMoii Cre/lox peKoOMOMHAIIAN, TIPUBEIO
K CYIIECTBEHHbIM Da3IM4UsIM B YPOBHE 3KCIIPECCUU
MeXIy TpaHC(hOpMaHTaMM U MOSIBJICHUIO PACTeHUIl C
HacJielyeMbIM MO3aU4YHbIM XapaKTepoOM 3KCITpeccuu
TpaHcreHa [31]. MozanimsM BO3HUKAET U B MEXXBUIO-
BBIX TMOpYIAX WX MPU XPOMOCOMHBIX TIEPECTPOMKaXx,
MPUBOSIIMX K HECTAOMJIILHOMY COCTOSIHUIO T€HOB. Y
KYKYpPY3bl BCTPOKY B 9HXaHCEPE U HATUUUE YHUKAJIb-
HBIX KOIMUIi B MOBTOpax ajuiesiss PI-mm Mo cpaBHEHUIO
c ajienieM PI-wr accolMMpoBaIMCh C MO3aUYHO OKpa-
IIIEHHbIM TlepukaprnoM. Bce 3TO MOXET CIyXUTb
MpearochUTKaMu 7151 o0paszoBaHus abeppaHTHbIx PHK
¥ aKTUBallUM MEXaHU3MOB calisieHcuHra [32]. Mo3a-
WYHasi OKpacka BeHuuKa y Petunia hybrida cBsizaHa c
HaJIMYWEM B T€HOME JIBYX TaHAEMHO PACHOJIOXEH-
HbIX kKonuii reHa CHS-A [33]. CinenoBaTenbHO, KaK
T€EHOMHOE OKPYXXE€HME, TaK U BHYTPEHHUE OCOOEH-
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HOCTH B CTPYKTYpe UYyKEepOTHOIl WHCEPUUU MOTYT
OKa3bIBaTh CYILIECTBEHHOE BJIUSHME Ha CTaOWJIb-
HOCTB MPOSIBJICHUS YY>KE€POIHBIX TEHOB.

Takum o6pa3om, y TpaHCTEHHBIX pacTeHU Tabaka
JuHuii Nu5 1 Nu6, KOHTpacTHO pa3nyarolInxcs 1o
MO3aMYHOMY XapaKTepy SKCIIPECCUU CEJIeKTUBHOIO
reHa nptll, HanboJee BepOSITHBIM TPUITEPOM, 3aITyC-
KaloIlMM MHAKTMBUPOBAHNE TEHOB B COCTaBE CJIOXKHO-
OpPraHM30BaHHON WHCEPLIMU, SIBJsSIETCS 0Opa3oBaHUe
CMBICJIOBBIX U aHTHMCMBICJIOBBIX a0eppaHTHBIX HEIOJ-
HbIX TpaHcKpuIitoB PHK, cunthiBaeMbIX ¢ ycedYeHHOM
WHBEPTUPOBAHHOM KoTnY reHa npf1. Paznuanst Mmexmy
JIMHUSAMU B 3(P(PeKTUBHOCTU 3amycKaHUs JaHHOTO
MeXaHM3Ma CKOpee BCETo JIEXKAT 3a MpeaeaaMU CII0KHO-
OPraHM30BaHHOI WHCEPLIMY U CBSI3aHbI C OCOOEHHO-
CTSIMU TEHOMHOTO OKPYXeHUS paiioHa MHTErpalvuy 1Uc-
caenyemoii T-IHK wmHcepuymy, 4To moAaTBep:KIaeTCst
3 hEKTUBHOCTBIO OTOOpPa Ha CHMKEHUE/TIOBBIIICHNE
MO3aMYHOCTH CPENU TTOTOMKOB TTOC/IEAYIOIIMX ITOKOJIe-
Huii. JIaHHbBIE JIMHUM TPAHCTEHHBIX pacTeHUi Tabaka
MPEACTABIISIIOT HECOMHEHHBIM MHTEpec I NalbHel-
11IeTO M3Y4YEeHUs] TIPUYMH U MEXaHU3MOB HeCTaOWIb-
HOCTHU 3KCIPECCUM 1 HACJIEIOBAHUS YyXKEPOIHBIX Te-
HOB, CBSI3aHHBIX C ACHCTBUEM SIMUTCHETUUECCKUX Me-
XaHU3MOB.

Pabora mommepkaHa OIOJKETHBIM ITPOEKTOM
0259-2021-0010 “H3yuyeHue cucteM KOHTPOJISI MeTa-
6oMmM3Ma KWBBIX CHUCTEM B YCIIOBUSAX B3amMMOMCHi-
CTBUS C OKPYXAIOIIEN CPeNOil, B TOM YMCJIE TTIOCIIE Te-
HETUYECKOil MomupuKaum” .

Hacrosgmag craTths He COIEPKUT KaKUX-JIN00 MC-
CJIeJOBAaHUM C UCIIOJIb30BaHMEM B Ka4yeCcTBe OOBbEKTA
XUBOTHBIX.

Hacrosmag craTths He COIEPKUT KaKUX-JI100 MC-
cJICIOBAHUI C yyacTueM B Ka4eCTBE OObEKTa JTIOACH.

ABTOpBI 3asIBJISIOT, YTO Y HUX HET KOH(JIMKTA WH-
TEpPECOB.
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Features of Expression of Foreign Genes in Complex Insertions
in Transgenic Tobacco Plants with a Mosaic Pattern of the nprII gene

T. V. Marenkova® *, V. V. Kusnetsov®, and E. V. Deineko*

“Federal Research Center Institute of Cytology and Genetics, Siberian Branch,
Russian Academy of Sciences, Novosibirsk, 630090 Russia

*e-mail: marenkova@bionet.nsc.ru

Features of the mosaic pattern of the expression of the npfII marker gene, which provides plant resistance to
the antibiotic kanamycin, and the target gene of the secretory endonuclease Serratia marcescens under the bi-
directional MAS promoter of the gene of mannopinsyntase of the Ti plasmid Agrobacterium tumefaciens in the
epiallelic lines of transgenic tobacco plants Nu6 and Nu5, were studied. Both genes are part of a complexly
organized insertion, represented by two full-size copies of T-DNA and one truncated, located between them
in reverse orientation. Transgenic lines of tobacco contrast in the phenotypic manifestation of the marker
gene nptll (low frequency of mosaics in the Nu5 line and high in Nu6). It has been established that, when the
transgenic plants transition from the hemi to the homozygous state, the expression level of the marker gene
decreases and it is most pronounced for the Nu6 epiallele. It was shown that transgenic lines synthesize ab-
errant sense and antisense transcripts in the region of a truncated copy of T-DNA. Exactly these transcripts
can act as triggers and trigger the inactivation of marker gene expression, which is coordinated spreads to the
target gene as part of a tandem organized insertion.

Keywords: transgenic plants of Nicotiana tabacum L., nptll gene, gene silencing, aberrant RNA, mosaic char-
acter of gene expression.
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Y CTAPOMECTHBIX IPOBBIX COPTOB I'EKCAILIOVJIHON MIITEHUIIBI
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YV 3nakoBbIX pacTeHuit cucrtema reHoB VRN (vernalization response) u PPD (photoperiod response) orpe-
NeJIsSieT X Tepexo OT BereTaTUBHOM K FeHepaTUBHOM cTaguu pa3BuTUs. MIcrioab30BaHME IUarHOCTUYE-
ckux JIHK-mapkepoB 103BOJIMJIO TPOAHAU3UPOBATh paclpenesieHUe ajuleIbHbIX KOMOWHAlLIU TeHOB
VRN-AI, VRN-B1, VRN-DI u PPD-D1 B cTapOMEeCTHBIX COPTaX CEMU reKCaruIOMIHbIX BUAOB IIIIEHUIIbI B
pasnuuHbIx paiioHax EBpasuu. BoisiBieHa BapuabeqbHOCTh MEXaHU3MOB JeTEPMUHALIMU SPOBOrO oOpasa
KHU3HU: Y 55.3% 00pasLoB SIPOBOCTh KOHTPOJIMPOBaJIACh MOHOTeHHO (OMHUM U3 reHoB VRN), y 30.3% 06-
pa3loB — KOMOMHAIIMEN ABYX TOMUHAHTHBIX TeHOB VRN, y 2.6% o6pa3iioB — TpureHHo. [TokazaHo moutn
IMOJTHOE OTCYTCTBUE JOMUHAHTHOTO ayieist Ppd-Dla 'y ctapoMeCTHBIX COPTOB (TOIBKO 2.6%), TTO3BOJISIO-
111ee MPEAIOI0XNUTh BTOPUYHOCTb 3TOTO aJIJIeJisl IO OTHOIIEHUIO K pelieCCUBHOMY ajiento ppd-D1b v yBe-
JIMYEeHME ero YacTOThl B HeIaBHUI nepuo “3eiaeHoi pesomonyu”. st BunoB 1. aestivum, T. compactum,
T. petropavlovskyi, T. tibetanum ToOKa3aHO yBEJIUYEHUE YACTOThl BCTpeuaeMocTu auiens Vrn-Dla nio Ha-
MpaBJIeHUIO HA BOCTOK apeajia M ero MakCHMMasibHasi KOHIIEHTpallusl B paifoHax Adranucrana, Uuouu u
Kuras. Y BunoB ¢ komrnaktHbIM KojiocoM (7. antiquorum, T. sphaerococcum, aznarckue dopmsl 1. compac-
fum) SIPOBOI TUII Pa3BUTUSI OIIPEAeIsIeTCsI ETMHCTBEHHBIM ajuiesnieM Vrn-Bla, yTo nmpeamnoaaraeT BO3MOXK-
HOCTb MX MEPBOHAYAJIbHOTO PACIIPOCTPAHEHUSI B COCTaBe €IMHOTO TeHETUYeCcKoTo mysa. EBponeiickuii u
asuarckuit monBuasbl 7. spelta, HeCMOTPS Ha Upe3BBIYATHO pa30pBaHHbBIN apeasl, XapaKTepu3yIoTCsl OIMHA-
KOBBIMU ajiienssMu Vin-A1b u Vin-Blc, uto reHeTHYeCKU 00beauHIeT 00a nmoapuaa. MakTuuecK eTuHbII
Habop ayutenieil reHoB VRN y CTapOMECTHBIX 1 COBPEMEHHBIX COPTOB 00eCIeurBaeT TOCTAaTOUHYIO agar-
TUBHOCTb MIIIEHUIIBI K PAa3HOOOPA3HBIM YCJIIOBUSIM BHEIITHEN cpelibl Ha MTPOTSKEHUU IJIUTEILHOTO BpeMe-
HU ee KyJbTuBUpoBaHUs. BrisiBneHHble Heus3BecTHhIe paHee JIHK-dparmentsl mo gokycam VRN-DI n
PPD-D1, BeposiTHO, MapKUpYIOII1e HOBbIE aJlJIesv, TIPEICTABIISIOT UHTEPEC ISl JabHENIIero u3yuyeHust
1 BO3MOHOCTH MX MCITOJIb30BAaHUS B CEJIEKIIMOHHBIX MMPpOrpaMMax.

Karoueswie crosa: rexcarioniHas ieHUIa, IpoBU3alysi, GOTONEpUoT, CTApOMECTHBIE COPTA, SIPOBOM TUII
pa3BUTUSI, TeHoreorpadus.
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IMuenna — ogHa M3 HauboJee IMPOKO PaACIIPO-
CTPaHEHHBIX B MUPE CETbCKOXO3IMCTBEHHBIX KYJIBTYP.
Ee nponsBoncTBeHHBIE MOCEBLI 3aHUMAIOT Pa3IAYHbBIC
MPUPOIHO-KINMATUYECKE 30HBI OT 40° 1o0.11. 10
60° c.m1. PazHoOOpa3ue 3KOJIOrMYecKuX YCJIOBUiA, B
KOTOPBIX BbIpalllUBaeTCs IIICHUIIA, Tpearojaraet
HaJIM4ye IIMPOKOIro CIIEKTpa TeHETUYECKOIO Pa3HO-
0o0pa3us, B TOM YMCJIe TEHETUYECKNX MEXaHU3MOB,
OIpEeNESIOIINX CKOPOCTh pocTa U pa3sutus. Ilepe-
XOJII K IIBETEHUIO Y 3JIAKOB OMPEAEIsIETCS CIOKHBIM
B3aMMOJEMCTBUEM TeHETUUECKUX (haKTOPOB, BaXK-
HEWITUMHU U3 KOTOPBIX SBJISIFOTCS TeHBl SpOBU3AIIUN
(VRN — vernalization response) u ¢oTornepuona
(PPD — photoperiod response) [1, 2].
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CucremMa TeHOB SIpPOBU3ALIUM JIETEPMUHUPYET OT-
3bIBYMBOCTh PACTCHUII HA HU3KUE TEMIIEpaTyphl, BO3-
JICCTBUE KOTOPHIX HEOOXOAMMO TSI MHAYKIIUW IIPO-
necca uBeteHus. Iloka3zaHo, YTO OEIKM, KOHTPOJIM-
pyembie reHaMu VRN- I, urparoT LIeHTPaJbHYIO POJIb
B KOHTpOJIE aKTMBHOCTH U JETEPMUHUPOBAHHOCTU
IIBETOYHBIX MEPUCTEM U CIIELMAIM3AalNUA KOJIOCKO-
BBIX MepucTeM [3, 4]. [ToTpeOHOCTE B IpOBU3ALIMU U
e¢ MPOJIOJDKUTEIbHOCTh — BakKHelIasi XapakTepu-
CTHKA, BIWSIONIAS Ha aJallTUBHOCTh PACTEHUiIl K
ONpeaeJIECHHBIM MPUPOTHO-KINMATUIYECKUM YCJIO-
BUSIM U OTpeaesitonias AejieHue MIIeHUIbl Ha SIpOo-
BYIO M O3UMYIO [5].

Heob6xonuMocTh B SIpoBU3alIMM KOHTPOJIUPYETCSI
AJUICTISIMU TpeX TOMEOJIOTUYHBIX JIOKYycoB VRN-1 —
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VRN-AI, VRN-BI n VRN-D I, KoTOpbI€ JJOKAJTM30BaHbI
Ha xpoMocoMax 5A, 5B, 5D coorBercrBeHHO [6, 7].
M3BecTHO ellie ABa He3aBUCUMO HAC/IeIyeMbIX JTOKYca:
VRN-D4, nmeromuii orpaHMYeHHOE JIOKAJTLHOE pac-
MpOCTpaHEHNUE 1 TIPENICTABIISIONINI COOO0I KOITHIO Tr'eHa
VRN-AI, nepemellieHHy0 Ha xpoMocoMy 5D [8], u
JoKyc VRN-3, pactionoKeHHEBIIT Ha KOPOTKOM IIIede
xpoMmocoMmbl 7B [9], xapakTepusylomuiicss HU3KOK
reHETUYECKOM N3MEHUNBOCTBIO.

151 03UMOI MIIIEHUIIBI, KOTOPYIO BHICEBAIOT OCE-
HbBIO, HEOOXOIMMO JINTEILHOE BO3IEHCTBIE HU3KMX
TeMmIiepaTyp IJIsI mepexojia K IBeTeHUo. Takoil T
pa3BUTHUSI KOHTPOJUPYETCS PelIeCCUBHBIMU aJLICIsI-
MU 10 BceM TpeM JokycaM VRN-1 — vin-Al, vin-Bln
vrn-D1. Hanuune XoTsd Obl OMHOTO JOMWHAHTHOTO
ajutenst reHa VRN-1 IpuBOIUT K SIPOBOMY THUITY pa3-
BUTHS. JJOMUHAHTHBIMU SIBJISIFOTCS aJIJIeJIN, KOTOPEIE
CBSI3aHBI C MyTallUSIMU B OCHOBHBIX PETY/ISITOPHBIX 00-
JacTsax reHoB VRN-1 — TIpoMOTOpe U IIEpBOM MHTPOHE.
N3meHunBoCTh 3THX pernoHoB VRN-1 accormmmpyercs
C YMEHBbIIIEHEM WJIU TIOJIHBIM OTCYTCTBUEM HEOOXOIU-
MOCTH B SIPOBU3ALIMI I OTHOCUTEILHO OBICTPOI IT0JIO-
SKUTEJIFHOM peryisinueii ypoBHS TpaHcKpurimy VRN-1
KakK B alleKce, TaK U B JIMCThSIX PACTEHUI, HE TpO-
mrenimx ssposusaiuio 7, 10]. JomuHaHTHBIN VRN-A1
0o0ecIIeuYnBacT IOJIHYI0 HEYYBCTBUTEIBHOCTD K SIPO-
BU3HUPYIOIIMM TeMIlepaTypaM, KpoMe TOTO, OH SIBJISI-
eTCs BIMCTAaTUYHBLIM II0 OTHOIICHUIO K JIOKycaM
VRN-B1n VRN-DI. JJoMAHaHTHBIC aJUICIIN JIOKYCOB
VRN-BI v VRN-DI Takxe NeTEpPMUHUPYIOT SIPOBOM
TUI Pa3BUTHUS, OMHAKO B KOMOMHALIMM C PElLeCCUB-
HBIMU aJIJIeJIIMU 110 TOKycy VRN-A1 TpebyioT HeKo-
TOPOTO MEepUOoIa BO3AECHUCTBUS TMTOHMXKEHHBIX TEMIIe-
patyp 1Jjis1 ObICTpOTO Tepexoaa K upeteHuto [11—13].

IlInpoko pacmpocTpaHeHHBIE BUIBI TeKCAIUIOWI-
HOI MIIIEHUIIBI, a UMEHHO MsTKas Triticum aestivum L.,
koMnakTHas 1. compactum Host. u cniensta 7. spelta L.,
MpeICTaBIeHBl KaK SIpPOBBIMU, TaK M O3UMBIMH (DOp-
Mmamu. JlokansHble BUnbl 1. sphaerococcum Perciv. u
T. petropaviovskyi Udacz. et Migusch. cocTosIT TOJIbKO
u3 spoBbiX, a 1. macha Dekapr. et Men. u 7. vavilovii
(Thaum.) Jakubz. — TOJIBKO 13 03UMBIX COPTOB [14].

Ilo peakuyu Ha MPOMOJKMTEIbHOCTh U UHTEH-
CUBHOCTb OCBEIIEHMSI B TE€UEHHWE CYTOK MIIEHUIIA
nonapasaessiercss Ha (OTONEepUOANYECKN YYBCTBU-
TeJIbHYIO, KOTJla PACTEHUSM IJIS Tepexoja K 1BeTe-
HUIO TpeOyeTCsl IIMHHBIN CBETOBOU IEHb — MPU3HAK
KOHTPOJIMPYETCS pelleCCUBHBIMU ajuieasasMu PPD-re-
HOB, U (HOTONEePUOTUICCKN HEUTPaTbHYIO (HECUYB-
CTBUTEJIbHYIO) — MEPeXo] K LIBETCHUIO MTPOUCXOIUT
HE3aBUCUMO OT JUIMHBI JHS, 1S YErO XOTsI Obl OAVH
u3 PPD-reHOB NOJIXKEH HaXOAUTbCS B AJOMUHAHTHOM
cocTosTHUU. Peakiins Ha MpOJOJDKUTEIbHOCTD TIepr-
o7la OCBEILEHHOCTU KOHTPOJUPYETCS TpeMsl TOMeo-
norugHbIMu TeHamu: PPD-Al, PPD-BI n PPD-DI,
JIOKaJIM30BAaHHBIMU Ha XpOMoOcoMax 2-i TpyHIisl [2,
15]. O™ reHBl TakXe OKa3bIBalOT CYIIECTBEHHOE
BJIMSIHUE HAa CPOKHU KoJjolieHUs:. OCHOBHBIM T€HOM,
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onpeaessIIomuM  (POTONEePpUOANIECKYI0 PEaKiInio,
saBasgercsas PPD-DI1. AnnenbHble 3¢ (hEKThl ABYX IpY-
rux reHoB, PPD-BI u PPD-Al, cnabee 1 UMEIOT He-
3HAYUTEJIbHOE paciipocTpaHeHue [2, 16, 17].

CoueTaHue B TECHOTUIIE PA3JIMYHBIX KOMOMHAIINIA
reHoB VRN u PPD 1103BOIIeT paCTEeHUSIM ITIIIEHUIIHI
XOPOILIO aJalTUPOBaThbCs K Ppa3HOOOpa3HBIM IPU-
POIHO-KJIIMMAaTU4YeCKUM yciaoBusM. McciaemoBaHus,
TIPOBEICHHBIC TTPEUMYIIECTBEHHO C MCIOIBE30BaHUEM
KOMMEPYECKMX COPTOB, ITOKA3bIBAIOT, YTO B PE3YyJIbTAaTe
CEJICKIIMOHHOTO MPoIiecca B KaXKIOM PErMOHE CKITaIbI-
BaeTCs CBOM, cIeMMUIHBIN 1T KOMITIEKCa OIpeie-
JIEHHBIX arpo3KOJIOrMYeCKUX YCJIOBUI HaOOp reHOB
VRN u PPD [18—22]. OgHaKo ucciaeaoBaHUe TOJbKO
KOMMEPUYECKIX COPTOB HE ITO3BOJISICT B ITOJTHOM Mepe
OLIEHUTh CEJIEKIIMOHHYIO LIEHHOCThb Te€X WU WHBIX
ajUleNieii TeHOB sipoBuM3aluu M (oronepuoma. Bo-
MEePBBIX, N3-3a TOTO, YTO KOMMEPUYECKUMI COPTAMU
MpeACTaBJIeH TOJIbKO OJIMH BUJ Te€KCaIUIOMIHON
MIIeHUbl — MiIeHula Msrkas (7. aestivum), npyrue
BUOBI B NPOW3BOICTBE NMPAKTUUECKUA OTCYTCTBYIOT;
BO-BTOPbIX, COBPEMEHHBIE COPTa MSATKOI1 IIIIEHUIIBI
B 3HAYUTEIBbHOI CTEIIEHU XapaKTEepU3YIOTCS CyIle-
CTBEHHBIM YMEHBIICHNEM TeHETUYECKOTO Pa3HOO00-
pazus [23, 24].

B TO XXe BpemMs cTapoMecTHBIE COpTa, KOTOPBIC
ObUIU TIPOAOJIKUTEILHOE BpeMsl MOABEPXKEHBI Aeii-
CTBUIO €CTECTBEHHOI'O OTOOPA, JIydllle IIpUcIocodie-
HBI K JJOKAJIbHBIM YCIIOBUSM IIpOM3pacTaHUs 1 00J1a-
AT ONTUMAaJIbHOM ISl JaHHOM MECTHOCTU JIJIMHOMN
BereTallMOHHOTO mepuona. Mx BeITECHEHUE U3 IIPO-
M3BOJICTBEHHBIX ITOCEBOB OOEOHSIET MECTHBIN T'€HO-
GOHA U MEHSIET TEHEeTUUECKYIO CTPYKTYPY MOITyJsi-
LY, B TOM YMCJIE IO HAJIMYMIO M YaCTOTE BCTpeyae-
Moctn TeHoB VRN [25]. HU3yyeHme abOpUTEHHBIX
(cTapOMECTHBIX) COPTOB, TAKMM 00pa3oM, HEOOXOIUMO
JJIsI pellleHrsT Borpoca 00 3KOTUIIE COpTa IMILIEHULIBI,
HanboJIee agaTUPOBAaHHOM K OITpeIe]ICHHBIM ITPUPOI-
HO-KJIMMATUYECKUM YCJIOBUSIM MECTHOCTU W C OITH-
MaJIbHOM IJIs1 3TUX YCJIOBUI KOMOUHALIME T€HOB SIPO-
BOCTHU M OTOIIEpHUOA.

Lleab paGoThI — OIpeaesieHNe alIeIbHOTO pa3HO-
oOpaszus reHoB VRN u PPDy ctapomecTHBIX (a00opu-
T€HHbBIX) COPTOB CEMM BUJIOB IeKCAIlJIOWIHOM ITIIe-
HULBI M3 Pa3HbIX FreorpaduuecKuX peruoHOB U OIpe-
JIelleHre 3KOTUIIOB, Hamboyiee agallTUPOBAHHBIX K
MECTHBIM YCJIOBUSIM PETHMOHOB.

MATEPHAJIBI 1 METO/IbI

B pabore n3ydyeHo 76 06pas3LOB SIPOBOIA ITIIIEHU-
OBI, OTHOCAIIMUXCS K ceMu Bupam: 7. aestivum L.,
T. compactum Host, T. spelta L., T. tibetanum Shao,
T. sphaerococcum Perciv., T. petropaviovskyi Udacz. et
Migusch. u T. antiquorum Heer ex Udacz. U3yyaembie
o0pa3lbl 0XBaThIBAIOT OCHOBHbIC LIEHTPHI Pa3HO00-
pa3us KyJIbTypHBIX pacTeHUil Ha TeppuTtopuu EBpa-
31UM, 3HAaYUTEJIbHAs 4aCTh IIPOUCXOIUT C TEPPUTOPUU
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JIPATOBUY u 1p.

Tab6auua 1. Unentuduiivpyemslie anjeian, MOCaeq0BaTeIbHOCTH TpaitMepoB 1 oxuaaemblii pasmep [T P-nponykra

Nnentudunupyemolit Asntenb-cneniduyHbIe OxunmaeMblii pazMep JlutepaTypHbIit
aJlielb paiiMephl JIHK-dparmenTa UCTOYHUK

Vin-Ala VRNAIF//VRN-INT1R 965 + 876 [7]
Vin-Alb 714

vrn-Al 734

Vrn-Bla INTR1//INTR1/B/R3 1124 [13]
Vrn-Blc INTR1//INTR1/B/R3 737 [10]
vin-B1 INTR1/B/F//INTR1/B/R4 1149 [10]
Vin-Dla INTR1/D/F//INTR1/D/R3 1671 [10]
vin-D1 INTR1/D/F//INTR1/D/R4 997 [10]
Ppd-Dla Ppdl_F//Ppdl_R1/R2 288 [29]
ppd-DI1b Ppdl_F//Ppdl_R1/R2 414 [29]

“ITnomopomHOro mojiyMecsina” — IpeBHEHIIero ogya-
ra 3emJiefeiaud W IIpeanojiaracMoil “IpapoIuHbI”
rekcarjaouaHbix mieHul. CeMeHa WCClaeayeMbIX
COPTOB MPEUMYIIECTBEHHO IpenocTaBieHbl Otae-
JIOM T€HETHUYECKUX pecypcoB MiueHull Bcepoccuii-
CKOTO MHCTUTYTa TeHETUYECKUX PECYpCOB pacTeHUit
M. H.W. BaBunosa (BUP). OtnenbHEBIe 00pa3iibl ObI-
JIM TakKe Jooe3Ho mpenocrtasiieHbl E.JI. bamaeBoit
(UOI'en um. H.N. BaBunosa): TRI-21459, TRI-24113,
TRI-24144, TRI-26019 (c6opsr Leibniz Institute of
Plant Genetics and Crop Plant Research, I'epmanust);
H.I1. l'onuapoBbiM (MTHCTUTYT LIUTOJIOTUU U TEHETU-
ku CO PAH, HoBocubupck): k-56398 T. antiquorums;
JILA. 2KuteneBoim (HOY “Konoc”, Tenexansl, bena-
pycb): Ne 72, Ne 701 (c6opbl MHCTUTYTA TEHETUKU U
cenekuuu AH Azep6aiimxkana), 1. tibetanum. O6pa3-
1Bl TIPEABApPUTEIbHO M3Y4YaluCh Ha TMPEIMET COOT-
BETCTBUSI ONMMCAaHHOMY MOPMOTUITY TIPU BECEHHEM
noceBe (mocesbl IpoBoawianch B 2015—2018 rr. Ha
noisx Otaena oTnajgeHHOM rmopuan3aniu [ JraBHOro
O6oraHuveckoro caga uMm. H.B. lluuuna B MUcTpuH-
CKOM paiioHe MOCKOBCKOI1 00/1aCTH).

Npentudukauus amiejbHOTO COCTaBa TIE€HOB
VRN n PPD nipoBommitack B UHCTUTYTE OOIIIEH TeHe-
tuku uM. H. . BaBunosa PAH. B xauecTBe ctanmap-
TOB I uaeHTUuKauuu reHoB VRN u PPD ucronib-
30BaJINCh COPTa MSTKOW MNIIEHUIBI C M3BECTHBIMU
autensmu — Adwuna: vrn-Al vrn-Bl Ppd-Dla [26];
IMomouiko: Vin-Ala Vin-Blc ppd-D1b; Antaiickas 70:
Vim-Ala vrn-B1 ppd-D1b; Omckas 36: Vim-Ala Vim-Bla
ppd-D1b [19]; Gabo: Vim-AIlb Vin-Bla ppd-D1b [27].

I'enomuyto JIHK BeIgensm u3 3-THEBHBIX 9THOJIH-
POBaHHBIX MPOPOCTKOB MomuduLpoBaHHbIM CTAB
MetonoM [28]. i1 ycTaHOBIIEHUSI aJUIeJIBHOTO COCTaBa
WCMOJIb30BaJIM aJUIeIb-ClieuUIHbIe TIpaiiMephbl K
Jnokycam: VRN-AI — AF//Int1R; VRN-BI — Intrl//
BR3/BR4; Vrn-Dla — Intrl1D/F//R3/R4; PPD-DI —
F//R1/R2 (tab6n. 1). AMniuduKauunio mpoBOAUIN B
peakiLMoHHOI cMecu oobeMoM 20 MKJI. PeakiimoHHast
cMech conepxkaina 2 Mk [T P-6ydepa, 1.5 MM MgCl,,
2MM cmecu dNTP, 1 Hr kaxmoro mpaiimepa, 1 en.

Tag-nnonumepa3sbl 1 100 Hr reHoMHoOIt JIHK. Cocrtas
peaKIIMOHHOM cMecu M yciioBust npoBencHus TP
crangaptHeie [26]. TP ocyiiecTBasyiv Ha TepMO-
mukiepe BioRad T-100 Termal Cycler (BioRad, CIIIA).
IMIIP-niponykT aHanu3upoBaiu B 2%-HOM arapos-
HOM Tejie ¢ J00aBJieHUEM OpOMUCTOrO B3TUAUS B
1x TBE 6ydepe. Pukcanmio pe3yIbTaTOB OCYIIEeCTBIIS-
J1 (poTOKaAMepOit B yIIbLTpapOJIETOBOM CBETE.

PE3VIJIBTATBI 1 OBCYXIEHHWE

HccnemoBaHue o6pa3loB CTAPOMECTHBIX MIIEHUI]
IIpU II0JIEBOM IIOCEBE ITOKA3aJI0, UTO HEKOTOPBIC M3
HUX SBJISIIOTCSI COPTaAMM-TIOITYJISILIASIMU, COCTOSIIIIN-
MU U3 IBYX OOTaHUYECKUX Pa3HOBUIHOCTEM, HAIIPU-
Mep copra k-12390 u k-12596 (u3 AdranucranHa);
k-14335 (u3 Upana); k-52546, k-55569 (u3 Tamxku-
kucraHa). CeMeHa ¢ KOJIOChEB, OTHOCSIIIUXCS K pa3-
HBIM Pa3sHOBUIHOCTSIM, M3YYaJHMCh Pa3deibHO KaK
otneabHbIe o0pa3ubl. Kpome TOoro, B cocraBe psima
COPTOB MPUCYTCTBOBAJIM KaK SIPOBbIE, TaK U O3UMbIe
pacTeHusl, COBCEM HE BHIKOJIOCUBIIIHECS IIPU BECEH-
HEM I1oceBe. DTO MOXET ObITh CBSI3aHO C IIIMPOKUM
pacnpocTpaHeHueM elle B XIX B. COPTOB-IBYpyYEK
[30], a Takxzke ¢ oTMeYaBIIeIACs 111 HEKOTOPHBIX CTpaH
bmrxnaero BocToka npakTukoii moceBa Ouojoruye-
CKU SIPOBBIX COPTOB C OCEHU, B pe3yJbTaTe Yero Mor
IIPOUCXOAUTh KaK OTOOP I'€HOTUIOB C O3UMBIM TH-
IIOM Pa3BUTHUS, TaK U 3aCOPEHUE CEMEHAMM IPYTUX
COPTOB TILICHULIBI.

PesynbTarhl MO MCCIEIOBAHUIO aJUIEIBHOIO CO-
ctaBa reHoB VRN-1u PPD-DI nioka3aHbl B Ta0II. 2.

Triticum aestivum L. Msaexasa nwenuya

Ipu aHamm3e pacnpocTpaHEHUS U3ydaeMbIX TIe-
HOB y Buna 7. aestivum Obllla OOHapyKeHa IpUypo-
YEHHOCTh OIpeIe/ICHHBIX ajijieJiel K TeEM WM UHBIM
pernoHam.

Agheanucman. Cpenu ceMu M3ydeHHBIX 00pa3lioB
MSTKOM IMIIEHUIIBI He OOHapyKeHO TOMWHAHTHBIX
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Tabauua 2. AytenbHblit coctaB Vrn-1wv Ppd-D1 reHOB y UccieqoBaHHBIX 00pa31ioB
No Crpana AJlIenu uccieayeMbiX FeHOB
Bun Oo6pa3er
n/m TIPOUCXOKICHUA | -4 ] Vim-B1 Vim-DI | Ppd-DlI
1 | T aestivum k-12390 (hostianum) AdraHucraH vrn-Al vrn-B1 a b
2 | T. aestivum k-12390 (iranicum) Adranucran vrn-Al vrn-B1 a b
3 | T aestivum k-12596 (erythrosp.) AdraHucran vin-Al c a b
4 | T aestivum k-12596 (ferrug.) AdraHucraH vrn-Al vrn-B1 vrn-D1 b
5 | T aestivum k-12597 Adranucran vrn-Al vrn-B1 a b
6 | T aestivum k-12599 Adranucran vrn-Al vrn-B1 vrn-D1 b
7 | T aestivum k-12646 Adranucran vrn-Al vrn-B1 a b
8 | T. aestivum Ne 701 AszepbaiimxaH vrn-Al vrn-B1 vrn-D1 b
9 | T. aestivum k-17417 HNopnanus a vrn-B1 vrn-D1 atb
10 | T aestivum k-10678 Hpau a a a b
11 | T aestivum k-13493 Hpan b a vrn-D1 b
12 | T aestivum k-14333 Hpan vrn-Al a a b
13 | T aestivum k-22497 Hpan vrn-Al vrn-B1 a Hosurit
¢dparmeHT
14 | T. aestivum k-23111 Wpan a a vrn-D1 b
15 | T aestivum k-14335 (graec.) HNpan a a vin-D1 b
16 | T. aestivum k-14335 (ferrug.) Hpan vrn-Al vrn-B1 a b
17 | T. aestivum k-14317 Hpan a vrn-B1 vrn-D1 b
18 | T. aestivum k-20646 Wcnanust vrn-Al a vrn-D1 b
19 | T aestivum TRI-21459 Hemen a +vm-Al|vrn-B1 a+vrn-DI|b
20 | T aestivum TRI-24113 Hemen a a vrn-D1 b
21 | T. aestivum TRI-24144 Memen b a vin-D1 b
22 | T aestivum TRI-26019 Hemen vrn-Al vrn-B1 a b
23 | T. aestivum k-39273 Kupruzus a vrn-B1 a b
24 | T. aestivum k-28677 Kurait vin-Al vin-B1 a b
25 | T aestivum k-28752 Kurait vrn-Al vrn-B1 a b
26 | T. aestivum k-28775 Kwurait vrn-Al vrn-B1 a b
27 | T aestivum k-44129 Kuraii vin-Al vin-B1 a b
28 | T. aestivum k-7985 MoHnromnus vrn-Al a a b
29 | T aestivum k-33380 Henan a +vm-Al|vrn-B1 a b
30 | T aestivum k-30614 [TakucraH vrn-Al vrn-B1 a b
31 | T aestivum k-30620 ITakucran vrn-Al vrn-B1 vrn-D1 b
32 | T aestivum k-15810 IManectuxa b a vrn-D1 b
33 | T aestivum k-17298 [MTanectuHa vrn-Al a a Hosblit
dparMeHT
34 | T aestivum k-17299 TManectuna b a vrn-D1 b
35 | T aestivum k-17379 IManectuxa b vrn-B1 vrn-D1 b
36 | T aestivum k-17382 [ManecTuHa b a vrn-D1 b
37 | T. aestivum k-17383 TManectuna vrn-Al a vrn-D1 b
38 | T. aestivum k-17365 IManectuna b a vrn-D1 b
39 | T aestivum k-35798 Tamkukucran vin-Al vin-B1 a b
40 | T. aestivum k-52519 Tamxukucran vrn-Al a vrn-D1 b
41 | T. aestivum k-52546 (ferrug.) Tamxukucran a a vrn-D1 b
42 | T. aestivum k-52546 (subafghan.) Tamkukucran a a vin-D1 b
TEHETUKA Tom 57 Ne3 2021
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Taouma 2. OKoHYaHUe

No Crpana AJIen uccieyeMbIX TeHOB
Bup, Oo6paselt
/1 TIPOUCXOXKICHUA | V4] Vin-B1 Vin-D1 | Ppd-DI
43 | T aestivum k-55569 (murgabic.) TamxukucTan a +vrm- |vrn-Bl a+vrn-DI|b
Al
44 | T aestivum k-55569 (pamiricum) Tamxukucran vrn-Al vrn-B1 a b
45 | T. aestivum k-55581 Tamxkukucran vrn-Al vrn-B1 a b
46 | T aestivum k-29635 TamxukucTaH vin-Al a vrn-D1 b
47 | T. aestivum k-35445 V3b6ekucran a a a a
48 | T. aestivum k-10442 PO, SxyTus a a vrn-D1 b
49 | T. compactum k-30055 ApMeHus vrn-Al a vin-D1 b
50 | T. compactum k-30058 ApmeHus vrn-Al a vrn-D1 b
51 | T. compactum k-12790 Adranucran b vrn-B1 vrn-D1 b
52 | T. compactum k-13524 Nzpanib vrn-Al a vrn-D1 b
53 | T. compactum k-17385 N3paunb vrn-Al a vrn-D1 ?
54 | T. compactum k-43683 Kurait vrn-Al a a b
55 | T. compactum k-44063 Kwurait vrn-Al a a b
56 | T. compactum k-56557 Tamkukucran vrn-Al a vrn-D1 b
57 | T. compactum k-14426 Typuus vrn-Al a vrn-D1 b
58 | T. compactum k-20901 Typuus vrn-Al a vrn-D1 b
59 | T. compactum k-30048 Typuus vrn-Al a vrn-D1 b
60 | T. compactum k-6027 Ddpanuusa a vrn-B1 vrn-D1 b
61 | T petropav- k-51764 Kurait vin-Al vin-B1 a ?
lovskyi
62 | T spelta k-45364 AsepbaiimxaH a vrn-B1 vrn-D1 b
63 | T spelta k-45366 A3zepbaiinxaH vrn-Al a vrn-D1 ?
64 | T spelta k-45368 A3sepbaiimxaH b a vrn-D1 b
65 | T spelta Ne 72 AsepbaiimxaH a vrn-B1 vrn-D1 b
66 | T spelta k-1727 I'epmanus vrn-Al c vrn-D1 b
67 | T spelta k-39760 I'epmanus b c vin-D1 b
68 | T spelta k-45750 Hpan a vrn-B1 vrn-D1 b
69 | T spelta k-45818 Hpan a vrn-B1 a b
70 | T spelta k-20538 HMcnanus vin-Al vin-B1 HoBwiii b
dparmMeHT
71 | T spelta k-20539 WUcnanus vrn-Al vrn-B1 HoBprrit b
¢dparMeHT

72 | T spelta k-53660 Tamxukucran b vrn-B1 a b
73 | T. tibetanum - Kuraii vrn-Al vrn-B1 a b
74 | T. antiquorum k-56398 Tamxukucran vrn-Al a vrn-D1 b
75 | T. sphaerococcum | k-23890 IMakucran vrn-Al vrn-B1 vrn-D1 b
76 | T. sphaerococcum | k-13177 Nunus vin-Al vin-B1 vin-D1 b

Ipumevanue. vrn-Al, vin-Bl1, vin-D1 — peliecCUBHBIC aJlJIeIN, IeTEPMUHUPYIOIINE O3MMbII TUTI Pa3BUTHS; a, b (KpoMe TTociIeTHe
rpacdbl), ¢ — pa3IMuHbIe TOMUHAHTHbBIE aJJICJIM, IeTEPMUHUPYIOLINE SIPOBOM TUIT Pa3BUTHUSI I10 COOTBETCTBYIOLIUM reHaM Vin; Ppd-
D 1b — penieccuBHBIN ajutenb ioKyca Ppd-D 1, onipeaensiioninii 4yBCTBUTEILHOCTH K (poToniepuony; Ppd-Dla — TOMUHAHTHBIN aJuiesib
Jiokyca Ppd-D 1, onpenensioniyii hOTOHEHTPaTbHOCTb.
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Puc. 1. Annenu Ppd-Dla (288 nH), ppd-D1b (414 nH) n
HOBBIH ajuiesb 110 JokKycy PPD-DI (yKa3aH CTPENKOii) y
CcTapoMeCTHEIX copToB 1. aestivum: 93 — k-17383, Ilane-
ctuHa; 94 — k-17298, INManectuna; 95 — k-23111, Upan;
96 — JlorecueHc 62, Poccust; 97 — k-20646, Vicnanusi;
98 — k-22497, Upan; 99 — k-14317, Upan; 100 — k-17417,
Hopnanwsi.

reHoB VRN-A 1. Tonabko y MOp(dOIOrMUecKu rerepo-
reHHoro copta k-12596, cpemu pa3sHOBUIHOCTU
erythrospermum, TIPUCYTCTBYEeT NTOMMWHAHTHBIN aji-
nenb Vin-Blc. SlpoBoii 06pa3 XuU3HU y adraHCKUX
00pa3loB IeTepPMUHUPYET, KaK IIPaBUJIO, TOMUHAHT-
HbIl ayienb Vin-Dla — oH IpUCYTCTBYET Y IISITU U3Y-
YEeHHBIX 00pa3loB U3 ceMU, 4TO cocTasisieT 71.4%.
HHuTepecHo, uro y aByx ob6pasnoB (k-12599 wu
k-12596, pa3HOBUIOHOCTb ferrugineum) BOOOILEC He
OOHapy>XeHO JOMMHAHTHBIX aJUlesieli 10 U3YYEHHBIM
IreHaM SIpOBOCTH, XOTSI IIPM BECEHHEM IIOCeBEe OHU
HOpMaJIbHO BBbIKOJalIMBaloTcsa. Hamuuue sipoBoro
THUIIA pa3BUTHS IPU OTCYTCTBUU JOMWHAHTHBIX aJljIe-
Jeii Vrn-1 1103BOJISIET MPEANOIOXUTh Y HUX HAaJIU9Ine
JIPYTUX TE€HETUYECKUX CHUCTEM, OIIPEIEISIONINX Ie-
pexon K sipoBu3anuu. Bce nzydyeHHbIe 00pas31ibl UMe-
JIM pelieCCUBHBIE aJUIEIY 10 TeHYy peaKIuu Ha (poTo-
nepuon — Ppd-DI1b. Ilpeoonananue Vrn-Dla cpenu
MSITKUX IIIIEHUI] PeTMOHA B IEJIOM COOTBETCTBYET
JIMTepaTypPHBIM TaHHBIM O IIIMPOKOM pacIIpoCTpaHe-
HHUU 3TOTO0 TeHa B coprax FOro-Bocrounoii u Cpen-
Heli Azum [31].

Hpan. Bocemb 00pa3LioB MSTKOM IIIEHULBI U3
HMpana xapakTepu3ylOTCsI 3HAUUTEIILHBIM Pa3HOO0-
pasueM. I1o nokycy VRN-A1y deTbipex COpTOB OOHAa-
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pyxeH amnens Vin-Ala (50%), y omHoro copta — Vin-
Alb (12.5%), y Tpex — peueccuBHas dopma vrn-Al
(37.5%). JoMuHaHTHBIHN aiienb Vin-Bla ooHapykeH
Y ISITU UCCIeAOBaHHBIX COPTOB (62.5%). JIoMUHAHT-
HBIl TeH Vin-D la IpUCYTCTBYET y YeThIpeX 00pa31oB
(50%). XapakTepHOif 0COGEHHOCTBIO MPAHCKUX COP-
TOB IT0 CPABHEHUIO C apraHCKUMMU SIBJISIETCS IeTeP-
MUWHAILUS SIPOBOTO 00pas3a XKU3HU MPEeUMYIIEeCTBEH-
HO TOMUHAHTHBIM TeHOM Vrn-A1 nim koMOouHaLuei
Vin-A1 Vrn-B1 (y yeTblpex o6pa3ios, 50%), pexe re-
HoM Vrn-D1 wnv komOuHauueit Vin-B1 Vin-D1 (tpu
ob6pasua, 37.5%), y ogHoro o6pasua (k-10678) npu-
CYTCTBYIOT BCE€ TPU I'eHa SIpOBOCTU B JOMWHAHTHOM
¢dopmMme. IToutn Bce 0Opasiibl UMEIOT PELIECCUBHBIE ajl-
JIeJIM TI0 TeHy peakumu Ha ¢otonepuon — Ppd-DIb,
kpome k-22497, y xoroporo BwisBieH JIHK-¢par-
MEHT, KOHTPOJIMPYEMBI He UICHTU(ULIMPOBAHHBIM
panee amneneM. JIHK-dparmeHT y 3TOrO0 0Opasua
nMeeT pasmep okoiio 330 1mH, T.e. 3aHUMaeT IIpoMe-
XyTouHoe rmonoxkeHue mexny JHK-dparmentamu
218 u 414 iH, cooTBEeTCTBYIOIIUMU ajLnesiM Ppd-Dla
u Ppd-D1b (puc. 1). MoXHO Ipeanoa0XKuTh, 9TO 00-
pazell k-22497 HeceT HOBBII ajieib, MEXaHU3M BO3-
JIeiCTBUSI KOTOPOro Ha (pOTOIEPHO, ITOKA OCTAETCS
ITOJT BOIIPOCOM.

Ilanecmuna, Hopdanus. Cpenu cemu o0Opa3lioB
MSITKOM ITIIIEHUIBI BBISIBJICHO ITSITh 00Pa31IoB ¢ JOMM-
HaHTHBIM TeHoM Vim-Alb (71.4%), 11ecTb — ¢ TEHOM
Vin-Bla (85.7%) n omun oGpasen k-17298 ¢ reHoMm
Vin-Dla (tabn. 2). Iloytu y Bcex oOpa3lioB SIpOBOIA
00pa3 XXU3HU IeTePMUHUPYETCS] KOMOMHAIIE IBYX
NOMUHAHTHBIX reHOB Vin-A1b Vin-Bla i B OogHOM
ciyyae — KomOuHauueit Vin-Bla Vin-Dla (k-17298).
Takoit pe3yabTar He BIOJHE COOTBETCTBYET paHee
OITyOJIMKOBAHHBIM JAHHBIM, YTO Y OOJIBIIMHCTBA CTa-
pPOIaBHUX COPTOB SIPOBOIT TUII Pa3BUTHUSI KOHTPOJIVPY-
€TCs1 TOJIKO OTHUM JOMUHAHTHBIM reHoM VRN-1[25],
OIHAKO MOXKET YKa3bIBaTh Ha CITEHUMUKY HOPUPOI-
HO-KJIMMAaTUYECKUX U XO3SIMCTBEHHBIX YCIIOBUII pe-
rMOHa, B KOTOPBIX IUT€HHOE HacJieloBaHUE SIPOBO-
CTU OMpeAesieT BhICOKYIO aJalTUBHOCTh MECTHBIX
reHoTunoB. [lo reHaM peakuun Ha (HOTONEPUOL
OGOJIBIIMHCTBO TEHOTUIIOB UMEIOT CTaHIAPTHBIN pe-
LIECCUBHBII ayenb Ppd-D1b. 13 3Toro psima BHOBb
BhIAesieTcsa obpasen u3 Mopnanuu (k-17417) — on
MMeEeT rereporeHHyto npupony Ppd-Dla + b. Kpome
TOro, TAaJIECTUHCKUI oOpas3el] MSTKON MIIeHULIbI
k-17298 umeer “Hernnuunsbiii”’ JJHK-dparmeHT mo
Jnokycy PPD-D1 ¢ nnunHoii okoJjio 330 mH, aHaJIOTrA4-
HbI o6pa3siy k-22497 u3 MUpana (puc. 1), 4yro noa-
TBEP3KAAeT BBIBOA O BO3MOXKHOCTH CYILIECTBOBAHUS
HOBOTO aJJIEJIbHOTO BapuaHTa 1o reny PPD-D1.

A3zepbaiidxcan. SIpoBoii 00pa3el] MITKOM ITIIEHUIIBI
Ne 701 m3 AszepOaitmkaHa XapaKTepH3yeTCsI OTCYT-
CTBMEM JOMWHAHTHBIX aJUleJIei IT0 N3yJdaeMbIM FeHaM.
Kaxk u B ciayyae ¢ o6pasuamu k-12599 u k-12596 u3
AdraHucTaHa, HECYIIIMMHU TOJIbKO PELIECCUBHbBIC ajl-
JIeJIU, 30eCh MOXHO MPEAITOIOXUTh HAJTUUKUE JPYTroro
MEXaHM3Ma, OTBEYalOIIero 32 HEBOCIIPUUMYNBOCTD K
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SIPOBU3HMPYIOLINM TeMIlepaTtypaM. Hampumep, mokaza-
HO, YTO MYTaHTHBIEC aJIjieJIu TeHOB VRN-2 — BaxKHBIX
KOMITOHEHTOB BpEMEHM KOJIoLIeHUs [32] onpenessiior
OTCYTCTBHE IIOTPEOHOCTH B sipoBM3aLu. M3-3a ux pe-
LIECCMBHOCTHA HEOOXOOMMO, YTOOBI BCE TpU IreHa ObLIN
MpeacTaBIeHbI MyTaHTHEIMU (popMamu. Takue reHo-
TUIIBI Y MSATKOM IIIIEHUIIBI HE BBISIBICHBI, OMHAKO 1C-
KYCCTBEHHO ITOJIyYEHHBIC IMHUU C TPEMsI PelieCCUB-
HbIMU MYTaHTHBIMU TeHamu VRN-2 nepexoauiu K
KonomeHuio Ha 100 mHei paHbIIe, YeM TUHUW XOTS
OBl C OMHUM WHTAaKTHBIM TeHoM VRN-2, obecrieun-
Basi, TAKMM OOpa3oM, pa3BUTHUE IO SIPOBOMY TUIIY
[33]. Ha skcnpeccuio VRN-2 MOXeT BIUITH TaKKe
MPOAOIKUTEIBHOCTh (poTOornepuonaa — I HEKOTO-
PBIX COPTOB SIPOBU3ALIMsI MOXKET OBITh 3aMelleHa Bpe-
MEHHBIM (IO IIIeCTH Heaeab) IlepeMellleHHEM B
YCJIOBMSI KOPOTKOTO CBETOBOIO IHS [34]. DTO sBIIC-
HUE CBSI3aHO C MOAABJIECHUEM aKTUBHOCTU perpec-
copa 1IBeTeHMs, reHa VRN-2. AHann3 mociaemoBa-
TeJAbHOCTEN MPOMOTOpOB VRN-I TreHOB IMIIEHUIILI
MO3BOJIMJI BBISIBUTH CAaT VIn-box, MyTaliy B KOTOPOM
CBSI3aHBI C U3MEHEHUSIMU MIOTPEOHOCTU B SIPOBU3ALIM-
WU ¥ BpeMeHU KololIeHUs [35], caliT cBSI3bIBaHUS OeJI-
Ka MyoD-like [36], a TakKe caiiT pacITo3HaBaHUS
HMG1, BO3MOXHOTO MOOYISITOpa CTPYKTYPhI XpoMa-
THHa [37]. DTO MO3BOISIET MPEAITOJIOKHUTD, YTO DITH-
TeHETUYECKNE U3MEHEHHUS B IIPOMOTOPE TeHOB TAaK3Ke
MOTYT BJIMSITh HAa YYBCTBUTEJIHHOCTh MIIEHUIIBI K
SIpOBU3ALIUMN.

Taodoucuxucman, Kupeusus, Y3bexucman. Cpenu
MCCJIeAOBAaHHBIX COPTOB MSITKOM mieHulbl u3 Cpe-
Heit A3un (B BBIOOPKE TTPENMYIIECTBEHHO TTpeaCcTaB-
JIeHBI 00pa3nbl N3 TamKknkncTana — BoceMb, Kupri-
311 U Y30EKUCTaH — I10 OJHOMY COPTY) BBISIBJICHBI J10-
MUWHAHTHBIE TeHbl Vin-Ala (y nsatu obpasuos, 50%),
Vin-Bla (takxke y ity obpasuos, 50%), Vin-Dla (y
mect obpasuos, 50%). SpoBoit TUIT pa3BUTUS
oIpenessieTcsl PasHOOOpa3HBIMU KOMOWHAIIUSIMU
STHX TeHOB: IPUCYTCTBUEM BCEX TPEX TEHOB B TOMU-
HaHTHOU ¢opMme (k-35445 u3 Y36ekucraHa); TUTreH-
HBIM HacjenoBaHueMm Vin-Ala Vin-Bla (06a mopgo-
trra copta k-52546, Adranucran) wiu Vin-Ala Vin-
Dla (k-39273, Kuprususi); MOHOT€HHO 3a CYET JO-
MUWHaHTHOTO reHa Vrn-Bla (k-29635, k-52519) wim
Vin-Dla (k-35798, k-55569, k-55581). Oo6paszen
k-55569 (pa3HOBUIHOCTD murgabicum) okasaJics re-
TEpOTeHHBIM Cpa3y II0 IBYM TeHaM sIpoBoCTH: Vin-
Ala + vin-Al Vin-Dla + vrn-D1 (tabn. 2). Cronb
0OJIbIIIOE YMCJIO BApUAHTOB B3aUMOJIEHCTBUSI TEHOB
MOXHO CBSI3aTh ¢ pa3HOOOpa3ueM IIPUPOIHBIX U ar-
POBKOJIOTUIECKUX YCIOBUI peTMoHAa: HATMIMEeM KaK
OorapHbIX, TaK U MOJUBHBIX TTOCEBOB IIIICHULIbI, pa3-
MEIIIEHHBIX B IIIMPOKOM JAVaIa30He BHICOTHOI 30HAb-
HOCTH — OT PEYHBIX TOJMH OacceifHOB AMymapbu U
Croipnapbu 10 Beicokoropuii 'opHoro banaxiana [ 14].

Kumaii, Moneoaus. Bce deTpipe oOpasiia sipoBoOit
MSITKOM NIneHUlbl u3 Kurtasgs MMEOT OAuH AOMU-
HAHTHBINA reH — Vin-Dla, 94TO COOTBETCTBYET JIUTEPA-
TYPHBIM TaHHBLIM O TIPEUMYILIECTBEHHOM pacIipocTpa-

JIPATOBUY u 1p.

HEHUM 3TOr0 IeHa Cpeay KUTAWCKMX CTapOMECTHBIX
coptoB [25]. O6pazeu u3 MoHroauu k-7985 nmeer
KoMOuHanuio ayuiesieit Vin-Bla Vin-Dl1a. IlogobHasa
KOMOWHAaIN ajuieiiei, ¢ OMHOM CTOPOHBI, COMKaeT
ero ¢ oopasuamu u3 Kurasg u CpenHeii A3uu (3a cueT
JIOMUHAHTHOrO reHa Vrn-Dl1a), ¢ npyroii, CBUAETE/Ib-
CTBYET O BJIIMSIHUM HA MECTHBIN TeHO(POHI COPTOB U3
Cubupu m Antas, roe JOMMHAHTHBINA reH Vin-Bl
MMeeT INPOKOoe paciipocTpaHeHue [19, 25]. MU3yueH-
HbIe 00pa3lbl UMEIOT PEelleCCUBHBIE aJlIe)IM II0 TeHY
¢oTtonepuonnueckoii peakuuu — ppd-D1b.

Hemen. CTapoMecTHBIE COPTa MSATKOM IIIEHUIIBI
c 1ora ApaBMIACKOro TMOJIyOCTpOBa, KakK IpaBUIIO,
OYeHb CKOpOCIIeJible M OTIMYAIOTCS MCKIIOUMUTEb-
HBIM pa3HOOOpa3ueM 1o cocTaBy reHoB VRN. Ilo jo-
Kycy VRN-AI obHapyxeHsl amienn: Vin-Ala y nByx
o6pasuos (50%), Virn-Alby ogHoro obpaszua (25%) u
pelieccuBHasi popma vrn-A 1y IByx o0pasioB, MpuiyemM
o6pazen; TRI-21459 okazajcs reTeporeHHbIM Cpa3sy I10
JIByM F'eHaM OT3bIBUMBOCTU Ha sipoBu3auuio: Vin-Ala +
+vrn-Al Vin-Dla + vrn-D1 (Ta6n. 2). JJIoMUHAHTHBIIA
(Vrn-Bla) n peueccuBHblii (vrn-B1) annenu BcTpeda-
JIUCh Y HEMEHCKHUX COPTOB B pAaBHOM COOTHOIIICHUU.
I1o nokycy Vin-DI takxke ormedeHa auddepeHIIa-
LMsL: 1Ba 00paslia HECJIU PELIECCUBHBIMN, OUH — IOMU-
HaHTHBIN ajUle/iu, OOUH oDOpa3ell ObLT FreTepOreHHbBIM.
JeTepMuHalius SpoOBOTro odopasa XKM3HU OMNpeneseT-
Csl pa3IMYHBIMU KOMOWMHAIIUSIMU aJlIesieil BCcex Tpex
JokycoB VRN-1. Bce o6pa3ubl UMEIOT pelieCCUBHbBIC
aJUIeNIM 110 TeHy peakKuu Ha ¢otoriepuon — ppd-D1b.
Cronp 0OJBIIIOE pa3HOOOpa3re MEeMEHCKUX COPTOB
no reHaM VRN- 1, BO3MOXHO, OOyCJIOBJICHO TEM, UTO
B (hOpMHUPOBAHUU MECTHOTO reHO(OHIa MOTJIU MPU-
HUMMAaTh yyacTue Kak IIIeHulbl Mecomotamuu u
Cpenn3zeMHOMODPbSI MPU KOHTaKTax rieMeH FOxHoit
Apasuu B 1111 teic. mo H. 3. ¢ ErunrroMm u Lllymepom
[38], Tak 1 mmeHunbl Muanum n Adranncrana 1mo Imy-
T MUTpauuu B Dduonuio [39].

T. compactum Host. ITwenuya kapauxkoeas

HMccnenoBanue KapJIMKOBOI IIIIEHUIIbI MOKa3a-
JIO, YTO BHYTPUBUIOBOE pa3HOOOpa3re 3TOTO BUIA
no reHaM VRN-1wu PPD-D]1 MmeHbllie, yeM y MSTKOM
MIIeHUIIBl — FeHeTUUYeCcKasl TeTeporeHHOCTh 1o Heto
ToJIbKO (.212 (y MSITKOM IIIIEHUIIBI COOTBETCTBEHHO
0.432) (tabn. 3). Bocemb obpasuoB us 12 (66.7%)
UMEIN OOUHAKOBBII reHoturr: vin-Al Vin-Bla vrn-
D1 ppd-D1b (Tabi. 2), n SpoBoii 00pa3 XKMU3HU Y HUX
JIEeTepPMUHUPOBAJICSI OTHUM reHoM VRN-B 1. JlaHHbBIH
TeHOTUIT 00beAUHSIT 00pa3ubl U3 ApmeHuu, U3pau-
a1, Tagpxukucrana u Typuumu, T.e. IPEUMYLIECTBEH -
Ho ctpaHbl KaBka3za, Ilepemueit m CpenHeit A3um.
CpaBHenue 7. compactum wn T. aestivum 10 TeHaM
VRN-1 mokxaspIBaeT, UYTO aHaJOTWYHBLIA TEeHOTHII
BCTPEYaeTCs 1 y MSITKOM MIIIEHUIIbI, OHAKO HE MMe-
eT OOJIBILIOr0 PacHpOCTPAHEHUSI: CPEeU TaJTeCTUHO-
MOPAAHCKUX COPTOB reHoTut vin-A1I Vin-Bla vin-D1
ppd-D1b iMeeT OoIMH COPT M3 BOCBMU M3YYECHHBIX
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Taoauuna 3. YactoTsl BctpeuaeMoct (%) ayuteneit reHoB VRN-1w PPD-D1y BunoB T. aestivum L., T. compactum Host u

1. spelta L.
Teneruueckas Vim-Al Vin-B1 Vin-D1 Ppd-D1
Bun TeTepPOreHHOCTD, vrn-
H a b |\vrm-All a ¢ |vem-Bl| a DI new a b new
T. aestivum 0.432 25.5 | 153 | 59.2 | 42.9 2.0 | 55.1 | 49.0 | 51.0 0 4.1 91.8 | 4.1
T. compactum 0.212 8.3 8.3 | 83.3 | 16.7 0 83.3 | 16.7 | 83.3 0 0 100 0
T spelta 0.431 364 | 273 | 36.4 | 182 | 18.2 | 63.6 | 18.2 | 63.2 | 18.2 0 100 0

(k-17383), cpenu cpemHea3MaTCKMX — ABa copTa U3
mecat (k-29635 u k-52519 3 TamkwmkucraHa), B
HWpane n ApraHucrane 3TOT TeHOTHUII He OOHapyKeH.
Takum obOpa3oM, JaHHBIN TEHOTUIT MOXHO CUUTATh
cKopee BUIOCIEHU(PUIHBIM, YeM PETUOHAJIBHBIM, 1
XapaKTepU3YIOIIMM aJJIEJIbHBIN cocTaB TeHOB VRN-1
MMEHHO Yy a3MaTCKUX KapJIMKOBBIX MIleHUII. JIBa Ku-
Taiickux obpasua 7. compactum (k-43683, k-44063)
WMEIOT JUTeHHBIM TUIl JeTEPMUHALIUU SIPOBOCTU:
Vrn-Bla Vrn-Dla, 3aHuMasi 10 COCTaBy aJujiejeit
IIPOMEKYTOYHOE IIOJIOXKEHUE MEXIy a3uaTCKUMU
KapJMKOBBIMU TIIIEHUIIAMU (32 CYET HaJIMUYMs reHa
Vrn-Bla) n KNTaiilCKUMU MSITKUMU (32 CYET HATUY U
reHa Vrn-Dla). Ilo-Bunumomy, B Kurae mponcxomnu-
JIV TMOpUAN3ALNS IpUBHECEHHBIX N3 CpemHeit A3un
KapJIMKOBBIX TIIIEHUI] 1 MECTHBIX MSITKUX U (pOpMU-
poBaHue MecTHOro reHodoHna 7. compactum, 6ojee
MPUCIIOCOOJIEHHOTO K arpOKJIMMAaTUYECKUM YCIOBUSIM
BocrouHoit A3un. Obpazens 7. compactum n3 @paHunu
(k-6027) HeceT HOMUHAHTHBIN reH Vim-Ala, yTo conm-
KaeT ero ¢ HeKOTOPBIMU CTapOMECTHBIMU COpPTaMU
MSTKOM nineHuubl u3 EBporsl [40].

T. sphaerococcum Perciv. — nuieHuya wapo3epHas
u T. antiquorum Heer ex Udacz. — nwenuya
CBATIHbIX NOCMPOEK

Y3Koyl0KaIM30BaHHbBIE BUIbI C OKPYTJIBIM 3€PHOM
U UHBIM T€HETUYECKUM KOHTPOJIEM KOMIAKTOUIHO-
CTU KOJIOCa, YeM Y KapJIMKOBOM MIeHullbl 1. compac-
tum |25]. 1. sphaerococcum pacIpocTpaHeHa B CEBEPHBIX
mratax Manyu u Iakucrana [14], 7. antiguorum — B
WICKOTTAaEMOM BUJIE OTTMCAaHAa IT0 HaXOJdKaM B CBalHBIX
noctpoiikax IlIBeiiiapuu, a B XKMBOM BUlle OOHApY-
xeHa Ha [Tamupe B Tamxkukucrane [41]. Y T. antiquorum
(k-56398) oGHapy>keH TOMWUHAHTHEIN ayutenb Vin-Bla,
YTO COOTBETCTBYET OITyOJIMKOBAaHHBIM JaHHBIM [25].
HccnenoBannbie oopasibl 1. sphaerococcum (k-13177 n
k-23890) MMEIOT TOJBKO PELECCUBHBIE AJIEIN T€HOB
sIpoBOCTU VRN- 1, 0THaKO U3BECTHO, YTO Y IIIapO3eP-
HOM IILIEHULBI SPOBOM TUII pa3BUTUS JETEPMUHUPY -
eTcsl, KaK IIpaBuJio, reHoM VRN-D4 wnu, B peaKux
cayvasix, VRN-BI [25]. Unentudukaums reHa VRN-D4
B HallleM MCCIeIOBaHUM He npoBoawiack. OqHaKo 1mo-
CKOJIbKY IIPU BeCeHHEeM ToceBe pacteHus 1. sphaerococ-
cum HOPMaJIbHO BBIKOJIAIIMBAIUCH, MOXKHO TPEATOJO-
KWTb, YTO U3YyYEHHbIE 00pa3libl HECYT TOMUHAHTHbBIN
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reH VRN-D4. Psan uccnepoBaTelieil CYUTAIOT, YTO
T. antiquorum — OOVH U3 TIEPBBIX KYJIHLTUBUPYEMBIX
YeJIOBEKOM BWIOB TeKCAIUIOMAHBIX miieHuI [41].
YuutbeiBasi OAMHAKOBBIN XapaKTep HacleI0BaHUS
sspoBocTHU (ajutens Vin-Bla) y BUOOB ¢ KOMIIAKTHEIM
KoJjiocoM: 1. antiquorum, aznarckue opmsbl 1. com-
pactum M psan obpasuoB 1. sphaerococcum, MOXHO
MIPEAIOI0XKNUTh, YTO 3TU BUIbI IEPBOHAYAIBLHO pac-
MIPOCTPaHsUIUCh Mo TeppuTtopun EBpa3um B cocTase
eIMHOTr0 FreHETUUECKOTO ITyJia. TakoMy TUITy pacrpo-
CTpaHEHMsI MOT CIIOCOOCTBOBATh ITOXOXKMI TabUTYC
pacTeHuil 3TUX BUAOB (OTHOCUTEIbHO HEBBICOKAsS
COJIOMHHA, YCTOMYMBOCTDb K MOJEraHUI0, KOPOTKUit
IUTOTHBII KOJIOC), MOAXOASIIUIA MO, ONPEIEICHHYIO
arpoTeXHUKY, MPUMEHSIEMYIO IPEBHUM 3eMJICACIIb-
ueM. I'en VRN-D4, BBISIBASIEMBII UCKITIOUUTEBHO Y
Buma 1. sphaerococcum, reorpadpmyecKyd CBSI3aH C
paiioHom Ilenmkabda u MMOSIBMIICS, TO-BUAUMOMY, B
pe3ysibTaTe MyTauuu y Buga 1. sphaerococcum UMeH-
Ho B paitoHe FOxHoii Asun. OTCyTCTBUE WX KpaliHe
penKasi 4acToTa ero BCTPEYaeMOCTU B IPYTUX PErrO-
Hax TIO3BOJISIET MPENNoJoXUTh, 4TO TeH VRN-D4
BHOCUT BKJIaJ B MECTHYIO alaIlTallio U MoaAaepKaH
€CTECTBEHHBIM OTOOPOM.

T. petropaviovskyi Udacz. et Migusch.,
nuenuya Ilemponasnosckoeo u T. tibetanum Shao,
mubemckas nuenuya

EnuHcTBeHHBII McclienoBaHHbBIN oOpasel 1. pet-
ropaviovskyi (k-51764) n3 CHHBIIBSH- YIATYPCKOTO aBTO-
HoMmHoro okpyra (Kwurait) HeceT TonbKo ayuiens Vim-Dla,
YTO COJIMKAET €ro ¢ KUTAMCKUMU MSITKMMMU TTIIEHU-
1[aMU1, UMEIOIIMMU, KaK MpaBuJio, TaKOH e TeHO-
THII, HO He BIIOJIHE COIJIACYeTCsI C paHee OIMyOIUKO-
BaHHBIMU  JaHHBIMM IO JPYrdM  oOpasuam
T. petropavlovskyi, B COOTBETCTBUM C KOTOPBIMU Y
STOTO BUJIA SIPOBOil 00pa3 XXKU3HU ACTCPMUHUPYETCS
1160 reHoM VRN-AI, nub6o komouHauueir VRN-AI
VRN-DI [25]. TeM He MeHee HaIMYWe BHYTPUBUIO-
BOIi TETEPOT€HHOCTH T10 TUITY Pa3BUTUS TOMYyCKaeT U
CyIIeCTBOBAaHUE TEHOTUIIOB, OOHApY>KEHHBIX B Ha-
meM ucciegoBanuu. Enie onun Buf mieHunsl 7. ti-
betanum n3 Tubera (Kuraii), xapakKTepU3yIOLINICS
TPYIHBIM OOMOJIOTOM U OCHITIAIOIIMMUCS TTPU CO3PE-
BaHUM KOJOCKaMM, TaKXe HeCeT OOWH ITOMUHAHT-
HBIH reH spoBoctH Vin-Dla.
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T. spelta L. Cneavma

HMccnenoBanue rjieHYaToM MIIEHU1IBI CIIEBThI IO
reHaM VRN-1 u Ppd-D1 noka3zaio ee 60ibliioe pas-
HooOpa3zue, H = 0.431 (tabiu. 3), comocTraBuUMOeE C Ta-
KOBBIM y MSITKOM miieHulbl. [Ipu aToM He oOHapy-
JKEHO KaKoi-11b0 BuaocneupuIHoii KOMOMHAIUU
reHoB. ¥ 00pa3loB U3 pa3HbIX PETMOHOB U JaXe U3
OHOTO peruoHa JeTepMMHAlIMs SIPOBOro oOOpasa
>KM3HU OCYIIECTBJIsIach KOMOMHAIIME pa3HbIX all-
neneit. Tak, y o0pa3loB cIieIbTH 13 A3zepbaiimkaHa
k-45364 1 Ne 72 apoBoii TUII pa3BUTUS OIIPEAECIAETCS
anneneM Vin-Ala, y obpasua k-45366 — Vrn-Bla, y
o6pasua k-45368 — nurenno Vrn-Alb Vin-Bla. Y o6-
pasioB creyibThl 13 MpaHa npucyTcTBOBa JIMOO T'eH
Vrn-Ala (k-45750), nu6o koMOuHanusl reHoB Vin-
Ala Vin-Dla (k-45818). Y o6pasna k-53660 (Tamku-
kuctaH) — Vim-A1b Vin-D la. Iloxoxwuit Habop ajutesei
XapaKTepeH W IJIs1 MSTKOM IIIIEHUIbI U3 COOTBET-
CTByloIIMX cTpaH Asuu. YTo Kacaercss obOpaslioB
crienbThl U3 EBpomnbl, mpeacTaBlieHHbIX B UCCIENOBa-
HMU, TO OHU HECKOJIbKO BBIACJISIIOTCSI U3 OOILIETO psia.
Tak, y nByx o6pasuoB u3 Mcnanum (k-20538 u k-20539)
no nokycy Vrn-D1 ooHapyxeH JJHK-dparmenT, ormm-
YalolIUics OT (hparMeHTOB, XapaKTePHBIX IJIsl IPYTUX
copToB (puc. 2).

Pasmep storo JHK-dparmenra Oombmie ¢gpar-
MeHTOB 997 u 1671 1TH, MAapKUPYIOIINUX PELIECCUBHBINA
U JOMUHAHTHBIN ajuienu reHa VRN-DI1 coorser-
cTBeHHO. Tak Kak 06a o6pasiia 1o jJjokycam VRN-A1
u VRN-B]I peuiecCUBHBI, MOXHO IIPEATNOJOXKUTH, YTO
HoBhIl [ITHK-dparmenT mo mokycy VRN-DI y Hux
MapKUpYyeT HOBBI TOMWHAHTHBIN aJJIeNb, IeTEPMU-
HUPYIOILIWH SIpOBOM TUIT pa3BUTHs. B npyrux coprax
mueHunbl 3ToT JJHK-dparmeHT He oOHapykeH, Ta-
KM 00pa3oM OH MOXKET OBIThb BHIOCIEHUMDUIHBIM
JUTST UCTIAaHCKOM cresibThl. O6a oOpasiia CreabThl U3
I'epmanuu (k-1727 n k-39760) HecyT HOBOJIBHO pel-
Kuit aytensb Vin-Blc. DToT amneinb, KpoMe HEMEIIKO
CIIEJIbThI, OOHAPYKEeH TOJBKO Y OMHOI0 0Opa3lia Msr-
Ko mimeHuisl k-12596 u3 A¢dranucraHa, ogHaKo B
0oJjiee paHHUX MCCIEIOBAHMSIX TakKXKe ITOKa3aHO Ha-
JINYMe NTaHHOTO aJulesisi Cpeaur sIpOBbIX copToB Huk-
HEeBOJKCKOro permoHa B Poccuiickoit Penepanuu
[21]. HecMoTps Ha HEOOJBIIYIO YACTOTy BCTpedae-
MocTu ajienss Ven-Blc, nuddy3HbI XxapaKTep ero
pacnpocTpaHeHUs B IIUPOKOM apeaiie (oT ['epmaHun
no AdraHucraHa) U y pasHbIX BumoB (7. aestivum,
T. spelta) MOXeET CBUIETEIbCTBOBATH O “IPEBHOCTU”
JTAHHOTO aJUIeJisl, ITONAaBIIEr0 B OCHOBHBIC MUTPALIM-
OHHBIE IIOTOKM 1 PAaCIIPOCTPAHUBIIETOCS II0 TePPHU-
Topuu EBpaszuu u3 HeKoero eIMHOro MmyJjia reHOB.

Pacnpedenenue eenoé VRN-1u PPD-D1
no meppumopuu Eepa3zuu

AHaJIN3 4acTOT BCTPEYAEMOCTHU aJIIEIbHBIX BapU-
aHTOB TeHOB VRN-1 BBISIBISET CYIIECTBEHHbBIC pa3-
JIMYMS B XapakTepe pacrhpeieseHus psia ajuieseid.

140 141 142 145 M 144 145 146

o i 4
w1671 TH

-

Puc. 2. Annenu Vin-Dla (1671 iH), vin-D1 (997 1iH) ¥ HO-
BBIi ajutesib o Jokycy VRN-D1 (yka3aH CTpeJIKoii) y cTa-
POMECTHBIX TeKcarutonnHbIX mmeHuir: 140 — 7. petropav-
lovskyi k-51764; 141 — T. sphaerococcum k-13177; 142 —
T. sphaerococcum k-23890; 143 — T. antiquorum k-56398;
144 — T. spelta k-1727; 145 — T. spelta k-20538; 146 —
T spelta k-20539.

Tak, annenb Vin-A1b mupoKo mpeAcTaBjieH B coOpTax
T. aestivum u3 Ilanectunnl — 71.4%, B Ipyrux cTpaHax
Bbmxsero Bocroka (Mpan, MemeH) oH BcTpedaeTcst
Y €OUHWYHBIX 00pa3loB, a B cTpaHax CpenHeil un
IOro-BocrouHoit A3un He BcTpedaeTcs: coBceM. 1o
JINTepaTypPHBIM TaHHBIM, Vrn-A1b oOHapy:KeH y IByX
W3 CEMHM UCCJIEeIOBAHHBIX CTAapOMECTHEHIX COPTOB
T. aestivum u3 Typuuu [18]. U3yyeHure apoBbIX cOp-
TOB MSITKOW MIIEHUIIBI, BO3AeIbIBaeMbIX B Poccun,
He BBISIBUJIO Hajau4us gaHHoro ajiens [19, 21], on-
Hako Vrn-A1b BcTpedaeTcss B KOMMEPUYECKMX COpPTax
IOxmoit EBporisl [40]. Ecnmi y MATKOI TTIIIEHUAIIBT 3TOT
ajule)ib OKa3bIBaeTCsl reorpadrMyecky MpUBSI3aHHBIM K
IManectune n CpennzeMHOMOPBIO, TO TI0 IPYTUM BUIAM
TMIIIEHUIIBI CUTYallMsl HECKOJIbKO WHast: Vrn-Alb HecyT
TakXe OTIeJIbHbIE TeHOTUIBI 1. compactum 3 AdraHu-
craHa u 1. spelta n3 TamxukuctaHa, AzepbaitmkaHa u
I'epmanuu. Hanuume Vim-A1by ciebThbl CTOJIb pa3HO-
ro reorparuyeckoro MpoUCXOoXIeHUs, B TOM YUCJIe B
peruoHax, rje Msirkas IileHuIa He UMeeT 3TOTo ajl-
JIeJisl, MOXET CBUAETEbCTBOBATh B MOJIb3Y HATUYUS
OIpEAeJICHHOTO LIEHTPA pacCIpOCTPAHEHMSI TPYIIILI TeK-
CaIUIOMIHBIX MeHulI ¢ Vrn-Alb, ipydeM B 3TOM LIeH-
Tpe IOJDKHBI OBUIM IIPOMCXOIUTh CIIOHTAHHASI TUOPH-
In3anus U OOMeH reHeTUYeCKMM MaTepruaioM MeXK-
Iy HeCKOJIbKUMU Bunamu: 1. aestivum, T. compactum,
T. spelta. BoaMoxHasi TOKaJIu3amus 3TOro neHTpa —
Iepennss Asust (I1anectuHa), perioH ¢ MAKCHUMAIbHOM
JacTOTOI BcTpeyaeMocTu ajuiens Vin-A1b. Ilamectu-
Ha TakxKe BXOIUT B COCTaB 3amamHoOM dactu “Jlyrm
nIomoponns”, Taoe, Kak IpeariojgaracTcs, BIICpBBIC
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MPOMU30IILJIO OJOMAIlIHUBAaHUE TIIIEHULIbI U TOJy4ye-
HbI IpeBHelIe Haxonku 3epeH 1. spelta u T. aes-
tivum [42]. B HekoTOpbIX paboTax BbICKa3bIBAJIOCH
MPEATnogoXeHe O He3aBUCMMOM MPOUCXOXKIEHUU
a3uaTCKOro M €BpOIEHCKOro MOABUIOB CIENbThI
[42—44]. C ogHOIi CTOpPOHBI, OOHApPYXKEHNE HOBBIX
aJUIeIIFHBIX BapruaHTOB 110 TeHy VRN-D1 y eBporieii-
CKOI CIeJIbTbl MOXET CBUIIETEIbCTBOBATh B MOJb3Y
3TOTO MPEATOJIOXEHUS, C APYTOil CTOPOHbBI, BCTpeUa-
€MOCTb psiia OMMHAKOBBIX ajuteneii (Vrn-Al1b, Vin-Blc)
Yy €BpOIIEMCKOI M a3MaTCKOi CHeabThbl, IMIPUYEM B
YCJIOBUSIX CWJIBHO pa30pBaHHOTO apeajia, CKopee
CBUJIETEJILCTBYET O €EAMHOM LIEHTPE MPOUCXOXKIACHUS
3TOro Buja. Takoil BapuaHT COBCEM HE MCKJIIOYaeT
y4yacTUsl B TeHe3Hce €BpPOMNEMCKONM CMeabThl APYTUX
BUIOB nieHulsl (7. dicoccum), Kak 3To mpeanojara-
eTcs B psiie padot [44].

HepaBHoMepHOCTB pacnpeaesieHrs XapakKTepHa 1
st ayiens Vim-Dla. 'Y T. spelta oH mpuUCyTCTBYET
TOJIBKO y ABYX 00pa3uoB u3 11, mpudueM 3TO oOpa3Libl
13 caMbIX BOCTOUHBIX YacTeil apeajia Buaa: TamKu-
kuctaHa U Mpana. Takas ke KapTuHa xapakTepHa 1
s 1. aestivum: B IlanectuHe ¢ MopmaHueit yactora
BcTpeuaeMoctu Vin-Dla coctabnsiet 12.5%, B Typuun
CpeIU CTApOMECTHBIX COPTOB (M0 TUTEpaTypPHbIM JaH-
HBIM) — 0% [ 18], B pactionoxXeHHOM BocTouHee Mpa-
He — 50%, B pecniyonukax CpenHeit Asum — 55.6%, B
Adranucrade — 71.4%, B Kurae (BocTOK apeana) —
100%. Panee BBICKA3BIBAJIOCH IIPEIITONOXKEHME, YTO
Haanmdne TOMWHaHTHOTO TeHa VRN-DI ompeneisieT
aJarTUBHOCTb K BBICOKUM TeMIIepaTypaM B II€pUOI
HaymBa 3epHa [31], oMHAKO JOBOJILHO YE€TKO BEISIBJISI-
eMasl KJIMHaJIbHAsI U3MEHUYMBOCTb B IIIMPOTHOM Ha-
MpaBJieHUN U KOHLEHTpAIUsl TeHOTUIIOB, HECYIINX
Vrn-Dla B paitoHax Adranucrana, Mamum u Kuras,
MOTYT YKa3bIBaTh Ha 3T 00J1aCTH KaK LIEHTP BO3HUK-
HOBEHUSI 1 TIEPBUYHOIO PaCIpOCTPaHEHUS asliess
Vrn-Dla.

ITo reny PPD-D1 crapoMecTHbIE COpTa BCEX U3Y-
YEeHHBIX BUAOB IeKCAIJIOMIHOM MIIEHUIIBI JEMOH-
CTPUPYIOT MCKITIOUMTEIIbHOE OmHOoOpasue. Iloutm
Bce o0pa3lbl HECYT pPEeLEeCCUBHBINA ajuienb ppd-D1b.
Tonbpko mBa copra Msarkoi mmeHulbl (k-35445 u3
V36ekucrana u k-17417 n3 Mopganuu) UMEIOT JTOMU-
HaHTHbIN atenb Ppd-Dla, npuyem k-17417 saBnsiet-
CsI TeTEPOreHHEIM 110 3TOMY ITpu3HaKy. Kpome Toro,
eme y aByx coptoB (k-17298 u k-22497) BbuIsIBICH
HHK-dparmenT pazmepom okoJjio 330 1mH, MapKupy-
IOIIUiT, BEpOSITHO, HOBBIU ajuiesib reHa PPD-D1, on-
HaKO MEXaHM3M €ro IeHCTBUS IT0Ka OCTAeTCs HEU3Y-
yeHHbIM. CpaBHEHUE CTApOJABHUX U COBPEMEHHBIX
KOMMEPUYECKIX COPTOB IOKA3bIBAET, YTO CPEIU CO-
BPEMEHHBIX COPTOB ajuieib Ppd-Dla pactipocTpaHeH
JIOBOJILHO LIMPOKO, OCOOEHHO B I0JKHOM 30HE MPOU3-
BozCTBa 3epHa [18, 26, 40, 45]. PaHee 6bU10 OTMEUe-
HO, YTO pa3jiM4yue SIPOBBIX COPTOB IIO0 MPUCYTCTBUIO
Ppd-Dla/ppd-DI1b Bcerna corpoBoxaaeTcs: Ooliee
KOPOTKMM CPOKOM KOJIOIIEHMSI Y COPTOB C aJUIeIEM
Ppd-Dla [26], 9To IeiiCTBUTEILHO aKTYaJIbHO B HEKOTO-
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PBIX I03KHBIX PETMOHAX C KOPOTKMM JTHEM U HEAOCTaTOU -
HbIM YBJIaXHEHUEM (WM SKCTPEMAIBHO BbICOKHMMU
TeMriepatypamu) B JeTHUi nepuo. [1pakTuyeckoe ot-
CYICTBHE HOMHUHaHTHOro amienss Ppd-Dla y crapo-
MECTHBIX COPTOB MOXET UMETh HECKOJIBKO OOBSICHE-
Huit. Bo-niepBbIx, oTcyTcTBUE TeHa Ppd-Dla moxer
KOMIIEHCUPOBAThCS HATMYMEM TOMUHAHTHBIX ajuiesieid
JIpyTUX TeHOB peakiuyn Ha ¢oronepuon — PPD-AIl n
PPD-BI1. Bo-BTOpbIX, pacpocTpaHEeHHasl ¢ JaBHUX
MOPp MpaKTHUKa UCITOJIb30BaHUSI HEKOTOPBIX OMOJIOTH-
YECKMU SIPOBBIX COPTOB B KAUECTBE IBYPYUYEK 1 MOCEBA UX
oceHblo [30] HUBeUPYET MIPEUMYILIECTBO B CKOPOCTIe-
JIOCTH y COPTOB, HEUYBCTBUTEJIbHbBIX K JUTMHE THS.

BecbMa BepOSTHBIM MPEACTABISIETCS MPEAIIONO-
KEHMeE, 4TO pelieCCUBHBIN reH PPD Obll XxapakTepeH
IIJIsT HAYaJIbHOTO TMEpUoIa TOMECTUKALMU U KYJIbTU-
BUPOBaHUS TIIEHULILI U SIBJSUICSI W3HAYaJIbHBIM
“cTapbIM” TEHOM, O0ECIIEUMBAIOIINM TIACTUIHOCTh
CTapOMECTHBIX COPTOB IIPU Pa3HBIX CpPOKax ceBa
(0oceHb WM BECHA) 32 CUET peaKlIUU paCTeHUIA Ha N3Me-
HEHUE IJIMHBI THS. YBeIUYEeHUEe YacTOThl JOMUHAHT-
HBIX aJUlejicii B COBPEMEHHBIX COPTaX MPOU3O0IILIO, MO~
BUIMMOMY, YK€ B pe3y/bTare “‘3eJIeHOIl PeBOIIOLMN”,
BO BpeMsI KOTOPOIi ITNPOKO paCIIPOCTPAHUIINCHh CKO-
pocriesible U yJbTPAacKOpPOCTIeble COpTa MHTCHCUB-
HOT'O TUMA C KEeCTKOM IeTepMUHALIeil JJTMHbI BeTre-
TallMOHHOTO TIepHoa.

Takum obpazom, HAMU YCTaHOBJIEHO, YTO CTapoO-
MECTHBIE COpTa FreKCATJIOUIHbIX MIIIEHUL] OTJINYAIOT-
csl OOJBIION BapUaOEIbHOCTHIO MEXaHU3MOB JAETep-
MUHAILIMKM SIpOBOro obpasza Xu3Hu. Y 42 o0pa3loB
(55.3%) 9poBOCTH KOHTPOJIUPOBAJIACH MOHOTEHHO, Y
23 o6pasuosB (30.3%) — oureHHO, y ABYX 0Opa3lioB
(2.6%) — TpeMst TeHaMU, TpU oOpasiia ObLIN TeTepo-
TeHHBIMU T10 cocTaBy reHoB VRN- 1. [1o annensHOMY
coctaBy reHOB VRN-1u PPD-D 1 661b11MM pa3HOO0-
paszueM oTin4aioTcs Bunbl 1. aestivum (H = 0.432) n
T. spelta (H= 0.431), meubiium — 1. compactum (H =
=0.212). Pan aneneii ¥ TeHOTUNIOB OTJINYAIOTCSI T€0-
rpacuyecKoi 1 60TaHNUYECKON MPUYPOUEHHOCTHIO K
onpeaeJIeHHBIM peruoHaM U BuaaM (IpyImiaM BUIOB)
mueHunbl. Pactipoctpanenue amnenst Vin-Dla xa-
pakTepu3yeTcs KIMHaJIbHON M3MEHUYUBOCTBIO B 1IN~
POTHOM HamnpaBJI€eHUU ¥ MAKCUMaJIbHOM KOHIIEHTpa-
mueil B paitfoHax Adranucrana, Uaagum n Kurasa (y
pPa3HbIX BUAOB MIIEHULIbI U3 3TOTO pervoHa: 7. aes-
tivum, T. compactum, T. petropavlovskyi, T. tibetanum),
YTO MOXET yKa3blBaTb Ha 3TU 00JIACTU KaK LIEHTP
BO3HMKHOBEHMSI M pacrnipocTpaHeHus ajens Vin-Dla.
I'pynna “xomnakrounHblXx” BumoB 1. antiquorum,
T. sphaerococcum, asuarckue opmbl 7. compactum
MMEIOT MOHOTE€HHBIN KOHTPOJb SIPOBOCTU, OTOCPE-
IOoBaHHBIN ayuteneM Vin-Bla, 9To IpenIionaraet BO3-
MOKHOCTb UX MEPBOHAYABHOTO PACIpOCTpaHEHUs B
COCTaBe eIMHOro reHeTuyeckoro myna. Hanuuune ogu-
HakoBbIx ajuteneii (Vin-A1b, Vin-Blc) y eBpolneiickux u
azuatckux dopMm 7. spelta B yCIOBUSIX CUJIBHO pa3o-
PBaHHOTO apeaja CBUIETEIbCTBYET CKOpee O eAMHOM
LIEHTPE MPOUCXOXKAEHUS ITOTO BUIA, HEXKEJIU O HE3a-
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BUCHMOM BO3HMKHOBECHWHU Pa3HBIX NOIBUAOB. [1pak-
TUYECKOE OTCYTCTBUE TOMUHAHTHOTO ayenst Ppd-Dlay
CTapOMECTHBIX COPTOB (TONBKO 2.6%), BO3MOXHO,
OOBsICHSIETCST TeM (PAaKTOM, UTO (POTOUYBCTBUTEITH-
HbI peliecCCUBHBIN alenb ppd-D 1b siBnsieTcss n3Ha-
YaJIbHBIM “CTapbIM” T€HOM, 4aCTOTa KOTOPOTrO MO/ -
JIep>XuBajach B YCIIOBUSIX BapMAaTUBHON MO CpoKaM
IOCeBa arpoOTeXHUKHU, a YBeJIMUYEHNE YaCTOThI JOMU-
HAHTHBIX aJUIeJIei B COBPEMEHHBIX COpTax IIPOM30-
IIUTO yKe B pe3yabTaTe “3eieHoii peBomronnn”. Ha-
JINYME y COBPEMEHHBIX COPTOB TAKOTO XXe Habopa aj-
Jeneit Vrn, Kak 1 y CTApOMECTHBIX 00pa31ioB pPa3HbIX
BUIOB T'€KCATUIOMIHBIX ITIIEHUL], MOXKET CBUACTEIb-
CTBOBaTb O TOM, YTO M3yYEHHBIC aJIeJIU B MOJTHO
Mepe 00ecITeunBaloOT afallTUBHOCTD MIITEHULIBI K LI -
POKOMY CIIEKTPY YCIOBUIi BHEIITHEel cpeanl. BMecTe ¢
TeM BBIsIBJIcHHBIC HOBBIe TUITHI JIHK-dparmenros
o jokycam VRN-D1I (k-20538 u k-20539, Mcnanwus,
T. spelta) u PPD-D1 (k-17298, [Tanectuna u k-22497,
Wpan, T. aestivum), Io-BUIMUMOMY, MapKUPYIOIINE
HEM3BECTHBIC paHee ajlJIe/Iv, IIPEICTaBISIOT MHTEePeC
IJIs1 TaJIbHEUIIEro U3ydeHUsInX 3(P(OEKTUBHOCTU ISt
CEJIEKILIMHU, B LIEJISIX CO3MaHMST BLICOKOAIANITUBHBIX Te-
HOTUIIOB B KOHKPETHBIX YCIIOBUSIX MECTOOOUTAHMSI.

Hacrosiast craTbs He COOCPKUT KaKMX-JI100 UC-
CJIEDOBAHUI C UCITIOJIb30BAHUEM B KAUE€CTBE o0BeKTa
KNBOTHBIX.

Hacrosiast ctaThsl He COAEPKUT KaKMX-JIU00 HUC-
CJIeIOBaHUI C ydacTUeM B Ka4eCTBE OObEKTA JTIOACH.

ABTOpI)I 3asBJIAIOT, YTO Y HUX HET KOH(I)J'[I/IKTa NH-
TECPECOB.
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Vernalization (VRN) and Photoperiod (PPD) Genes
in Spring Hexaploid Wheat Landraces

A. Yu. Dragovich* *, A. V. Fisenko?, and A. A. Yankovskaya“

“Vavilov Institute of General Genetics, Russian Academy of Sciences, Moscow, 119991 Russia
bTsitsin Main Botanical Garden, Russian Academy of Sciences, Moscow, 127276 Russia
*e-mail: dragova@mail.ru

The heading time in wheatand some other cereals is mainly determined bythe genetic system of VRN (vernal
ization requirement) and PPD (photoperiod response) genes. Using diagnostic DNA markers, we examined
VRN-AI, VRN-BI, VRN-DI and PPD-D] allelic diversity in a set of landraces representing seven hexaploid
spring wheat species from several regions of Eurasia. The determination of the spring growth habit was found
to be variable: in 55.3% accessions, it was controlled monogenically by a VRN gene; in 30.3% accessions, by
a combination of two VRN genes; and in 2.6% accessions, trigenically. The dominant allele Ppd-Dla was
nearly completely absent (only 2.6%) in the landraces, which suggests its being secondary to recessive allele
ppd-D1b and an increase in its frequency during the recent “green revolution.” In species 7. aestivum, T. com-
pactum, T. petropaviovskyi, and T. tibetanum, the Vrn-D la frequency was shown to increase eastwards with
maximum concentration in regions of Afghanistan, India and China. In species with compact spike (7. anti-
quorum, T. sphaerococcum, Asian forms of T. compactum), the spring growth habit is controlled by a single
Vrn-Bla allele, which indicates their possible initial distribution in the same genetic pool. The Europe an and
Asian 7. spelta subspecies, in spite of their very fragmented distribution area, have the same alleles Vin-A1b
and Vrn-Blc, which genetically unites these subspecies. Practically the same set of alleles of genes VRN in
landraces and modern cultivars have provided adaptivity of wheat to diverse environmental conditions during
the long period of its cultivation. The newly detected DNA fragments in the first intron of loci VRN-D1 and
PPD-D1I1 may mark new alleles and be of interest for further examination and use in breeding programs.

Keywords: hexaploid wheat, vernalization, photoperiod, landraces, spring growth habit, geographic distribu-
tion.
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I'EHETUKA

XKMNBOTHBIX

YIK 576.312

OUNJIOTEHETNYECKHMUE OTHOHIEHUA KAMBAJIOOBPA3HBIX
PbIb CEMEVCTBA Pleuronectidae (Ostichties: Pleuronectiformes)
HA OCHOBE YUYACTKA I'EHA 16S pPHK

© 2021 r. A.J.Peaun' *, 10. ®. KapraBues! **
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Ha ocHoBe HemoiHOI HyKjIeOoTUOHOM mocnenoBareabHocTH 165 pPHK, moiHbBIX nociaenoBaTebHOCTEM
Co-1n Cyt-b iccnemoBaHa cucTeMaTHKa U ¢uitoreHust Kam6ai. I[poaHanusupoBaHbl 62 obpasia y 14 Bu-
IIOB COOCTBEHHBIX cOOpoB 1 n3 Koutekuii GenBank/BOLD. PekoHcTpyrpoBaHO YeTBIpe THUITA TEHHBIX Aepe-
BbeB: OaitecoBckoe (BA), MakcuManbHoro npasnononooust (ML), MunumManbsHoi aBottouuu (ME) u 6mkaii-
mrero cocenctsa (NJ). OTu gepeBbst moKa3aiy CXOTHYIO TOITOJIOTHIO. JIBe OTIeIbHBIX BETBU Ha ACPEBBSIX OIS~
JKMBAIOT BBIIEJIEHHBIE paHee mnonceMeiictBa Hippoglossoidinae m Pleuronectinae ¢ MoHOMMIETHYECKIM
CTaTycoM 3TUX TakcoHOB. [TomcemeiicTBo Pleuronectinae MOXHO cUMTaTh MOHOMDIIIETUYECKIM, TTIPY UCKITIOUE-
HUU U3 Hero TpuObl Microstomini, ¢ mepeHocoM pona Lepidopsetta B Tpyby Pleuronectini. Beuin chopMupoBaHbl
1 HE3aBHCUMO HMCCIIeAOBaHbI TP Habopa HYKJICOTUIHBIX TMOoceaoBaTebHOCTel. OMUH Habop BKITIOYAI
BCe IoJIy4YeHHbIe nocienoBareabHocTu reHa 165 pPHK (291 nH), BTropoii Habop BKJIIo4a BEIOOPKY OoJiee
IJIMHHBIX nocieaoBarenbHocteit 165 pPHK (617 1iH), TpeTuii Habop COCTOSIT U3 MOCeA0BaTeIbHOCTEM
Tpex reHoB: 16S pPHK, Co-1u Cyt-b (2926 niH). Bce Tpu HaGopa JaHHBIX JAIOT CXOXUI (PUTOreHeTHYe-
CKMi1 CUTHaJI, KOTOPBII COTJIacyeTcsl ¢ TPAAUIIMOHHBIMU TIPEACTaBICHUSIMU O TAKCOHOMUM OTpsiga Pleu-

ronectiformes; oqHaKo BTOpOii ¥ TpeTUil HAOOPbI AAIOT JYUIIYIO TOITOJOTHIO.

Knroueswie cnosa: Co-1, Cyt-b, 16S pPHK, kambanbl, MosiekysipHasi pujioreHeTHUKa.

DOI: 10.31857/S0016675821030115

CeMeicTBO HACTOSIINX KaMOaloBBIX pheIO Pleu-
ronectidae, KOTOpoMy B CTaThe yIesieTCsl OCHOBHOE
BHUMaHUE, SIBJIICTCS. OMHUM M3 KPYITHEHIIINX B OTPSI-
ne Pleuronectiformes, Bkitoyast 59 HoMUHaIbHBIX BH-
JIOB IPaBOCTOPOHHUX KaMOAJIOBBIX PhIO, pacrpocTpa-
HEHHBIX B MOpcKMX Bomax CeBepHOro nonymapus |1,
2]. B cBoem ananuse JIx. Kynep u @. Yamiay [1] pac-
cMaTtpuBaiM cemeiictBo Pleuronectidae kak MoHO-
duneTnYeCcKmii TaKCOH, OCHOBBIBAsICh HA JECSITA CH-
HarmroMopdusIX Mo MOpP(MOJTOTUUECKUM ITIpU3HAKaAM.
BaxkHb1ii UTOT, IMOJY4EHHbI BBIIICYITOMSIHYTHIMU aB-
TOpaMM, B LIEJIOM COIJIACYeTCsI C TOIOJIOTMEl BETBEi ce-
MEMCTBa, YCTAHOBJIEHHOM B HECKOJILKUX UCCJIEIOBAHM -
sIX MOJieKyJIsipHOit punoreHeTrku [3—10]. Cormnacho [1]
3TO ceMeCTBO BKIIoUaeT moaceMeiicta Hippoglos-
sinae, Eopsettinae, Lyopsettinae, Hippoglossoidinae
u Pleuronectinae, KoTopbie IpencTaBlieHbl poJaMu,
OOBIYHO COCTOSIIIIMMHU U3 BUAOB C BEICOKOI IIPOMBIC-
JIOBOI1 IEHHOCTHIO (HAaIlpuMep, BUABI poa MajaTyco-
BUIHBIX Kamba, Hippoglossoides). B cBsi3u ¢ pp160X0-
3SICTBEHHOM 3HAYMMOCTBIO 3TUX U APYTUX KaMOal 1
HeoOXOAMMOCTBIO YIIPaBIATh TAKMMU LIECHHBIMU BO3-
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OOHOBJIIEMBIMHU pecypcaMy BeCbMa BasKHBIMMU SIBJISI-
IOTCSI KaK TOYHasI KjlacCuduKauus odpa3oB ocobeit
BUOB B IpejeiiaX poJIoB, TakK U BCsS CUCTEMa B3aMO-
OTHOLIIEHUI MeX Iy TAKCOHAMU B 3TOM CEMEICTBE.

Takconommueckme ncciegoBanus Pleuronectidae
TPaAUIIMOHHO OCHOBBIBAIMCH HAa MOP(MOIOTrMIECKUX
MpU3HaKax, KaK cjeayeT U3 MpUBEACHHOIO BhIIIE ab-
3apa. OgHAKO 4YacToe OTCYTCTBHE YETKHMX IOKa3a-
TEJILCTB T'OMOJIOTMM NPU3HAKOB y BHUAOB JaXe Ha
HU3KNX TAKCOHOMUYECKUX YPOBHSX (BHYTPHM popa)
JenaeT He Bcerma yoeauTelIbHBIMU MHOCTYIUpPYeMBbIe
TaKCOHOMMYECKO-(UIIOreHeTUUYECKUE B3aMMOCBI3U
MHOTHX TPy KaMOAaJIOBBIX PBIO, €CJIM OHM OOOCHO-
BaHBI JIMIIb C IIOMOIIbIO Mopdonorun. CyliecTByeT
HECKOJIbKO Bepcuii KiaccuguKaliy KaMoasl, KOTOphIe
OBITM TIPEIOKEHBI pa3sHBIMM aBTopammu [1, 11—13].
OmpenencHHBIC pa3HOTIJIACHUS TaKxKe OTMEYAIOTCSI B
OTHOIIIEHUH! (PUIOTeHETUYECKUX B3aUMOOTHOIIIEHU A
KaMOaJl, MOJIy9eHHBIX Ha OCHOBE MOP(MOIOTNYECKUX
Y MOJIEKYJISIpHO-TeHETUYeCKUX JaHHbIX [1, 4, 14, 15].
Pa3paboTka HOBBIX SIIEPHBIX U MUTOXOHAPUAIBHBIX
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MapkepoB Ha ocHoBe JIHK mosBosteT mydme nueH-
TUGhUIUPOBATE MOP(OJOrUYECK CXOMHbIE BUIIbI
pHIG [16], BKITIOYass MHOTHE BB KaMOastoBbIX. [10-
9TOMY aKTYaJIbHBIM SIBJISICTCSI TIOMCK HOBBIX WUIN YK€
W3BECTHBIX, HO HEAOCTAaTOYHO pa3paboTaHHBIX MO-
JIEKYJISIPHBIX MapKepPOB JISI pEKOHCTPYKIIMU TeHHbBIX
JIEPEBbEB, a TAKXKE KOMOMHUPOBAHHBIX UJIN BUIOBBIX
GUIIOTeHeTUYECKUX IEPEBLEB MIJIST KaMOaJl ceMelicTBa
Pleuronectidae.

B HacTosieM mcciienoBaHUM, YIUTHIBAasI BHIIIIE-
U3JIOXKEHHOE, MPEACTaBJIEH CPaBHUTEIbHbBINA aHAIU3
HEMOJHBIX HYKJIEOTUIHBIX ITOC/ICAOBATEIIbHOCTEM
(manmee — mocaemoBarenbHocTH) TeHa 165 pPHK s
14 BunmosB, oTHocsmxcs K Pleuronectidae, paHee He
HCITOJIb30BAaHHBIX B TAKOM O0ObeMe 111 KaMOaJl, C 1ie-
JIBIO OIIEHKM YCIIEIIHOCTA TAKCOHOMMYECKOM UIACH-
TUUKALIMN 00pa3lloB M YCTAHOBJICHUS (pUIIOTEHE-
TUYECKMX U TAKCOHOMUYECKHNX B3aUMOCBSI3¢ii B 9TOM
ceMelicTBe Kam0Oas. HoBr3HA mpeacTaBIeHHOIO MC-
cJIeIOBaHUS 3aKJIIOYaeTcsl B TOM, YTO CUCTEMaTUKY
JIAaHHO I'PYMITHI B IUTUPOBAaHHEIX BhIIIE padOTax aB-
TOpPOB He paccMaTpuBaiu Ha ocHoBe /65 pPHK. Co-
OTBETCTBEHHO, B IIPEICTaBJICHHON CTaThe PacCMOT-
penu IMoTeHLMaI JaHHOIo MapKepa Ha JOCTaTOYHOM
BBIOOpPKE 00pa3oB IJIsi TAKCOHOMUWYECKUX U 3BOJIIO-
LIMOHHO-TeHEeTUYECKUX McclienoBaHuit kamoban Poc-
cuiickoii Penepanuu.

MATEPUAJIBI U METOJbI

B 006111€#1 CIIOKHOCTH ITpOaHaJIU3MpoBaIn 62 1o-
cienoBatenbHocTh 16S pPHK 1 nonosaHuTebHO 110
24 nocnenoBateiabHocTU reHoB 16S pPHK, Co-1 u
Cyt-b nns 14 BUmOB, OTHOCSIIMXCS K CEMU POJIaM Ce-
meiictBa Pleuronectidae. JlatTuHckue nMeHa maHbBI B
cooTBeTCTBUU ¢ Kiaccudukaiueii [1]. IIpobsr (2—5
00pas3oB MBIIIICYHOM TKaHU, MOABEPIHYTOM PuKca-
UM 3TAHOJIOM, 95%) B3SITHI M3 UMEIOIIEIiCsI KOJUTeK-
1 Jlaboparopnit MOJIEKYJISIPHOI CMCTEeMaTNKM, a Ba-
Y4epHBIE SK3eMILISIPhl CAMUX PBIO HAXOMSATCS Ha OTBET-
crBeHHOM xpaHeHum B Mmy3ee HHIIMB JIBO PAH.
Brinenenne JIHK mpoBommiy ¢ TOMOIIBEI0 KOMMEP-
yecknx HabopoB (“JAHK 3Dxkcrpan-2”, Cunrodn,
Poccus).

®parmeHT 1nocaegoBarenbHocTH reHa 165 pPHK
aMIUIM(ULIMPOBAIM TIOCPEICTBOM IIOJIMMEpPa3HOit
nenHoi peakuuu (ITIIP) ¢ momomipo mpaiiMepoB
16Sbr-H u 16Sar-L. Peakuuio IILP nposogwiu B
o0BeMe 25 MKJT pacTBOpa, COIepKaIlIero: TUCTUIIIN -
pOBaHHYIO NEWMOHM3MPOBaHHYIO Bomy — 17.8 MK,
dNTP (3A0 “EBporen”, Mocksa, Poccust) — 0.5 MKt
5% Buffer (Evrogen) — 5 MkJ1; TipaiiMepbl B KOHIIEH-
tpauuu 10 MKM/Mk1 — 1o 0.3 MK 1IsT KaxKaoro;
Tag-mommmepasza — 0.1 mxin. Mcrmonp3oBanm ciiemyro-
IIYIO TEIJIOBYIO MpOrpaMmy: AeHAaTypupOBaHUE MpU
93°C B TeueHue 1 MuH, oTxur mpu 55°C B TeueHUe
1 MuH u 310HTranus npu 72°C B TeyeHue 1 MUH I
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33 gwmkitoB. His1 onpenesieHUsT JTOKAJIM3allud U 110~
psiIKa pacIioioKeHUsT HyKJIEOTUIOB B TTOC/IEI0BATEIb-
HocTsax nponykThel ITHP (JIHK-006pa3iipr) mogsepram
LUKJINYECKOMY CEKBEHUPOBAHUIO C TIOMOIIBIO Habopa
TSI ceKBeHMpoBaHUS IMKIIOB BrightDye Terminator mmo
clleaylollleii mporpaMme: AeHATYpHMpOBaHUE IIPU
96°C — 10 ¢, orxxur 1ipu 45°C — 10 ¢, 310HTaLNS TIPU
60°C — 2 MUH.

JByHampaBieHHbIe MOCIEIOBATEILHOCTH IIeTeit
JHK renos 16S pPHK 0Obuti moydeHsbl 111 KaxKa0-
ro JIHK-o6pa3a. D1ti mmociieqoBaTeIbHOCTHA 3aTeM
O0BEAMHSIIA BMECTE IJIST TOJTYYNHUSI KOHCEHCYCHBIX
nocjeaoBaTeIbHOCTE Kaxmoro o6pasua. JaHHas
mpolieaypa BBIIIOJTHEHA € WCIIOJNb30BAaHUEM IIPO-
rpamMHoro ntaketa Geneious, Free Trial [17].

Tak Kak JjMHa II0JYy4YEeHHBIX MOCJIEA0BaTEIbHO-
CTell BapbMpOBaJia 1OBOJbHO 3HAYMTEILHO, B JMana-
30HE OT 355 map HyKJIeOTUIOB (ITH) 10 642 IH, TO ISt
0oJjlee TOYHOIO AajibHEMIIEro aHaM3a COCTABWINA
IoBa Habopa TociemoBareiabHOCTe. OmmH HaOOp
NpencTaBiIsyl coO0Oi Bce IOJyYeHHBbIE IMOCJIENOBa-
TEJIbHOCTM, a OPYroi BKJIIOYaJI TOJILKO HamboJjee
IJIMHHBIE mHociienoBaTeabHOCTU. COOTBETCTBEHHO
npeobpa3oBaHUIO JaHHBIX Habop 1 comepxai 62, a
Habop 2 — 27 nmocnemoBaTebHOCTeM. ITocne mmpoBe-
JIEHUS IPOLEAyPhl BBIpaBHUBAHUS 1 yIaJeHNUS II0B
(MHIENO0B) MIMHA MOCJIeI0BaTEIbHOCTEM IBYX HA0O0-
poB coctaBuiia 291 u 617 TH COOTBETCTBEHHO.

BripaBHUBaHME TIOC/IENOBATEILHOCTE IJI9 BCeX
TaKCOHOB OBLJIO BHITIOJIHEHO C UCIOJIb30BaHUEM IIPO-
rpammHoro makera (ITIT) MEGA-X (http://megas-
oftware.net/) [18] Ha ocHoBe Momyns ClustalW [19],
Kak mHTerprpoBaHHoro mpoaykra MEGA. I tpadsr
32 OTKPHITHE TIPOITYCKOB M 3a YIUIMHEHUE MPOITYCKOB
OBIIT yCTaHOBJIEHBI pa3MepoM 15.0 i 5.0 cooTBeTCTBEH-
HO ([T APYTrMX HACTPOEK MPOrpaMMbl BBIPABHUBAHUS
WCITONIB30BAIM  TTapaMeTphl 110 yMoiadaHuio). [locie
MEePBOTO 3Tarna BEIpaBHUBAHUSI OOJIbIIIME MTPOOEITHI ObI-
JI yAaajeHbl BpYYHYIO, 1 OKOHYATEJIbHOE BhIPABHU-
BaHUE Ha BTOPOM 3TaIle BLIITOJHEHO C YMEHbBIIIEHHbBI-
mu ypoBHsIMU mTpadoB (5.0 u 0.5 mist aByX OIIMiA
COOTBETCTBEHHO). Bce mpobenbl ObUIM 3aTeM CHOBA
yaaneHbl BpYYHYIO.

Jng yBenmmdeHUsT WHAOPMAIIMOHHON €MKOCTH
kpoMe reHa /6S pPHK B aHaiu3 BKJIIOYEHBI MOCJIE-
noBareabHocTUu TeHoB Co-1 u Cyt-b, paHee UCIIONIb-
30BaHHBIC B aHanm3e [ 10]; B COBOKYITHOCTH 3TH JaHHBIS
COCTaBMJIM TPETHII HAOOp IIOC/IEeNOBaTEIbHOCTE,
BKJTIOUAIONINIA Bcero 24 06pasia IImHoM 2926 IH.

g pmanbHeilero aHajau3a TOCJeIOBATEIbHO-
cTeil U MOCTPOEHUSI TEHHBIX JIePEeBbEB MOMOOpaIN
ONTUMAJIBHYI0 MOJEJb 3aMeHBl HYKJICOTHUIOB IS
TOJIy4eHHOTO Habopa mociemoBaTeabHOCTeH. JIyd-
1asi MOJEJIb 3BOJIIOLIMM, KOTOpasi COOTBETCTBOBAJIA
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MOJIyYEHHBIM JAaHHBIM, OlleHEHA MOCPEICTBOM CIle-
nrabHOTo Moyt mporpamMmbl MEGA. /11 Habopa
rera 165 pPHK ¢ KopoTKuMM MOC/I€A0BATEILHOCTSIMU
(291 nH) Hawy4ieit Mozaenblo okaszanack K2P + G
(mByxmapaMmeTpudeckas moaeiab M. Kumypsl ¢ ram-
Ma-pacrpegeaeHuem 3ameH) [20], s Habopa 3Toro
reHa ¢ JIMHHBIMU NociieaoBaTeIbHOCTIMU (617 TH)
nydineit 6eta momenb JC + G (Momenb JIxKykca—
KanTopa ¢ ramma-pacnipenencHueM 3ameH) [21], oyst
Habopa IMoCIeI0BaTeIBHOCTENM TPeX TeHOB HAWTyJIIeii
Mozenbio okazanack HKY + G (monenb XaceraBa—Kn-
mmHo—SIHO ¢ raMMa-pacnpenejeHueM 3amMeH) [22].

I'eHHble nepeBbsi ObUIM TTOCTPOEHBI MTOCPEACTBOM
YEThIPEX METOJIOB PEKOHCTPYKIIMU: HA OCHOBE Oalie-
coBckoro aHanm3a (BA), MakcuMaJIbHOTO IIPaBIOIIO-
nmooust (ML), 6mmkaiimrero coceactsa (NJ) m MuHM-
MasbpHOI 3Bomonry (ME). OHu ObLIN BEIIIOJIHEHBI B
MrBayes 3.2.7 (http://nbisweden.github.io/Mr-
Bayes/download.html) [23, 24] u MEGA-X [18].
MonenupoBaHue Tipollecca PEeKOHCTPYKILIMU JAepe-
BbeB B BA mpoBoawiv B TeueHUE OJHOTO MUJUIMOHA
nokosieHuii n (n = 10°). Tpu Ipyrue peKOHCTPYKLIMKI
ML, NJ, ME npoBonuiu ¢ TIOBTOPHOCTSIMU pPaBHBIMU
k = 1000 xomuit 6yTcTpena (OyTCTpeIn-nmoaaepKKn ).

B kauecTBe BHellIHell IPYIIbl MIPU YKOPEHEHUU
JiepeBbeB BbIOpaniu BeTBb Platichthys stellatus, npen-
CTaBUTEIb KOTOPOM IO TaHHBIM JIJISI TOJTHOTO MUTO-
reHoma (MTJIHK) paHee Obl1 OTHECEH K BHEIIHEM
BeTBU B cemeiicTBe Pleuronectidae [10]. ®@uioreHe-
TUYECKUE TEPEeBbsSl BU3YATU3UPOBAIM U PEAAKTUPO-
BaJIM TIPU HEOOXOAUMOCTU C TOMOIIbIO TIpOrpaMM-
Horo obecnieueHus Figlree [25] u MEGA-X [18].

Bce monydyeHHbIe MOCAEA0BATEIbHOCTU 11O TeHY
16S pPHK o6butn 3apeructpupoBaHbl B GenBank
(https://www.ncbi.nlm.nih.gov/); yacTb He OIyOJIu-
KOBaHHBIX paHee nocjenoBatenbHocteit Co-1 u Cyt-b
TakxXe BKJIIOUeHa B cTaThio (Tab. 1).

CTaTUCTHYEeCKUIT aHaJIN3 HYKJICOTUIHOTO COCTa-
Ba BBHITIOJTHEH ¢ icnoiib3oBanmeM I1IT MEGA-X. /1o-
TTOJTHUTEJIFHO C TMOMOIIBIO ITPOrPaMMHOIO TaKeTa
Statistica 6 [29] poBenn ogMHOMAKTOPHBIN AUCTIEP-
cuoHHBI1 aHan3 (ANOVA) HyKJICOTUIHOI'O COCTaBa
OTIEJIFHO IO KaXKIOMY TeHY.

PE3VJIBTATDBI

AHaim3 cTponyv, 6a3rpysICh Ha TTOCIEIOBATETLHO-
CTSIX TpeX MPEACTABIIEHHBIX paHee HAOOPOB JaHHBIX.
IMonnas nnuHa yyactka reHa /6S pPHK (mmoiHopas-
MEpHBIC TOCIEIOBATEeILHOCTH “OT TIIpaiimMepa OO
npaiimepa’) coctaBisieT 596—631 mH. Homepa 1mmonHo-
pa3sMepHbIX y4dacTkoB reHa 165 pPHK cnenyrolue:
MN888911, MNS8888IS5, MNS88E8IN8, MN8E8EE77,
MN888901, MN888894, MNE888I3, MNS8E8EEEI2,
MNS888917, MN888916, MNS8889I15, MNSE8EI03,
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MNS888924, MN888918, MNE88I12, MNS8ZEI04,
MN888905, MN88886S, MNB88EE73, MNEEEEIS,
MNS888899, MN888902, MN888I27, MN8EEI09,
MN888907, MIN888884, MNE8E8E3, MINE8EE76.

OnHakKo He BCe IOJydYeHHBIE ITOCIeTOBATEIbHO-
CTU JOCTHUTIIM MOJHOTO pa3Mmepa. PaszHulia B mimHe
MoCJea0BaTeIbHOCTE OOYCIIOBIEHAa HEKA4eCTBEH-
HBIM CEKBEHMPOBAHMEM HEKOTOPBIX 0Opa3loB, YTO
TIPUBEJIO K OOIBIIIEMY “00pe3aHNI0” YIACTKOB PSIAOM
¢ mpaiiMmepamu nipu ¢GOPMUPOBAHUN KOHCEHCYCHBIX
MOCeA0BaTEILHOCTEN. DTU TTOTPEIIHOCTH CEKBEHU -
pPOBaHUS BO3MOXHBI B CBSI3HM C TEM, YTO YaCTh 0Opa3-
OB TKaHEei XpaHWJIUCh OO aHaIN3a HECKOJBKO JIeT.
OnmHako KopoTkue pparMeHThI He 00s3aTeTbHO TIJIO-
XU1e IJIST OLIEHKW U3MEHYMBOCTU B OJIM3KUX TAKCOHAX
M COITOCTABJICHUSI CTETIEHW WX CXOACTBA-Pa3INYUs
IIJIsI PEKOHCTPYKIIMU TeHHOTO epeBa. B cBs3u ¢ aTnM
IJIsl aHajin3a MaTepuan pa30ouiiMi Ha OBe TPYIINHL,
BKJTIOYaronye MHHbBIE (1) M KopoTkue (2) mociieno-
BaTEJIbHOCTU TeHa. B cOOTBETCTBUM C M3JIOXKEHHBIMU
noaxomamMu (B pazgeie “MaTtepranbl U METOIBI ) IIO-
CTpOEHO YeThIpe TuMa nepeBbeB: BA, ML, NJ u ME.

Ananu3s écex nocaedosamensvrocmeii 16S pPHK

Ha puc. 1 nmokazaHo ykopeHeHHoe ML-nepeBo,
MOJIydeHHOE Ha OCHOBe Habopa IocjiemoBaTebHO-
creit reHa 16S pPHK mnunoii 291 niH. [Tomnepskku Ha
JIepeBbsIX YKa3aHbI B cieaymoolem Topsiake: BA/ME/
NJ/ML.

BeTBb ¢ obpasuamu Limanda sakhalinensis Boliuia
B cocTaB noacemeiicta Hippoglossoidinae, oopa3ys
OTAEIbHYIO, TOTIOJIOTUUECKH Hepa3pelleHHYIO BETBb
(y3en) BMecte ¢ Cleisthenes pinetorum nojaceMeiicTBa
Hippoglossoidinae. OTaenbHasi, TakxkKe Hepa3pelieH-
Hasi BeTBb C(OPMUPOBAHA MPEACTABUTEISIMU TpeX
HOMUWHAJIBHBIX BUAOB MaJITYCOBUIHBIX KamM0bas poaa
Hippoglossoides. Lepidopsetta mochigarei, mpeacTaBu-
TeJab TpuObl Microstomini, uMeeT IJIs1 BCEX IISITU CO-
OTBETCTBYIOIIIMX BETBEi Ha JiepeBe Hepa3pelleHHYIO
ToroJjioruio. OTAENbHBIN Y31 Ha ApeBe (OPMUPYIOT
MpeICTaBUTEIN TUXOOKEAHCKOTO OEJIOKOPOTo MaiTy-
ca Hippoglossus stenolepis n3 nioncemeiictsa Hippo-
glossinae.

AHanu3z bonee ONUHHbIX
nocaedosamenvrocmeii 168 pPHK

Ha puc. 2 npencraBieHo ykopeHeHHoe NJ-nmepeBo,
MOJIydeHHOE Ha OCHOBE Habopa IIOCIed0BaTEIbHO-
creii reHa 16S pPHK miuHoit 617 iH. BeTBb Limanda
sakhalinensis BKIroueHa B roaceMeiictBo Hippoglossoi-
dinae, pacniosiarasick BomHoM Kiactepe ¢ Cleisthenes pin-
etorum. TlocaemoBaTeIBHOCTU, MPEACTABIISIIOLINE TTOMI-
cemeiictBo Hippoglossinae, 00pa3yioT OTIeTbHBIN y3el.
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Taomma 1. Crcok BUAOB U IIPUCBOSHHBIE UM HOMEpa B TeHHOM OaHKe

BuoBoe Ha3BaHUE € TAGOPATOPHBIM Howmep nocryna 8 NCBI
HOMEpPOM 168 Co-1 Cyt-b
Pseudopleuronectes herzensteini 7k MNZ888867 KF386364 KF445172
Pseudopleuronectes herzensteini 05-07 MN888868 KF386361 KF445169
Pseudopleuronectes herzensteini 6k MN888869 KF386363 KF445171
Pseudopleuronectes schrenki 119-07 MN888870
Liopsetta pinnifasciata 90-07 MNS888871
Liopsetta pinnifasciata 40-07 MN888872
Liopsetta pinnifasciata 39-07(2) MNS888873
Liopsetta pinnifasciata 39-07 MNS888874
Liopsetta pinnifasciata 21-07 MN888875
Liopsetta pinnifasciata 20-07 MN888876 KF386379 KF445186
Liopsetta pinnifasciata 2 MNB888877
Liopsetta pinnifasciata 19-07 MN888878 KF386378 KF445185
Liopsetta pinnifasciata 13 MNS888879 KF386377 KF445184
Pseudopleuronectes yokohamae 46 MNS888880 KF386355 KF445163
Pseudopleuronectes yokohamae 45 MN888881 KF386354 KF445162
Pseudopleuronectes obscurus 42-07 MNS888882
Pseudopleuronectes obscurus 36 MN888883
Pseudopleuronectes yokohamae 09-07 MN888884 KF386353 KF445161
Pseudopleuronectes obscurus 08-08(08-07) | MN888885
Limanda punctatissima §9-07 MN888886
Limanda punctatissima 86-07 MN888887 KF386388 KF445195
Limanda punctatissima 58-07 MNS888888
Limanda punctatissima 50-07 MNS888889
Limanda punctatissima 37 MN888890 KF386386 KF445193
Lepidopsetta mochigarei LMO12-5 MNS888891
Lepidopsetta mochigarei LMO12-4 MNS888892
Lepidopsetta mochigarei LMO12-3 MN888893
Lepidopsetta mochigarei LMO12-2 MNS888894
Lepidopsetta mochigarei LMO12-1 MNS888895
Platichthys stellatus 11-07 MN888896
Platichthys stellatus4k MN888897 KF386371 KF445178
Platichthys stellatus PS6-011 MN888898
Platichthys stellatus PS5-011 MN888899
Platichthys stellatus PS4-011 MNS888900
Platichthys stellatus Ps3-011 MN888901
Platichthys stellatus Ps2-011 MN888902
Platichthys stellatus 18-07 MN888903 KF386375 KF445182
Platichthys stellatus 16-07 MN888904
Platichthys stellatus 15-07 MN888905
Liopsetta pinnifasciata PG1-011 MN888906
Liopsetta pinnifasciata Pc2-011 MN888907
Liopsetta pinnifasciata Pc1-011 MN888908
Liopsetta pinnifasciata 2k MNS888909 KF386376 KF445183
Limanda sakhalinensis 72(2012) MNS888910 KF386382 KF445189
T’EHETUKA  Tom 57 Ne 3 2021
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BuoBoe Ha3BaHUeE C Ja6OPATOPHBIM Howmep nocryna 8 NCBI
HOMEpPOM 168 Co-1 Cyt-b
Limanda sakhalinensis 71(2012) MN888911 KF386381 KF445188
Limanda sakhalinensis 69(2012) MNS888912
Limanda sakhalinensis 68(2012) MN888913
Hippoglossus stenolepis HST12-4 MNS888914
Hippoglossus stenolepis HST12-3 MN888915
Hippoglossus stenolepis HST12-2 MN888916
Hippoglossus stenolepis HST12-1 MNS888917
Hippoglossoides robustus 289 MN888918 KF386414 KF445220
Hippoglossoides robustus 288 MN888919 KF386413 KF445219
Hippoglossoides robustus 286 MN888920 KF386411 KF445217
Hippoglossoides elassodon 35 MN888921
Hippoglossoides elassodon 34 MN888922 KF386418 KF445223
Hippoglossoides elassodon 33 MNS888923 KF386417 KF445222
Hippoglossoides robustus 31 MN888924 KF386410 KF445216
Hippoglossoides dubius 5k MN888925
Cleisthenes pinetorum 79-07 MN888926 KF386409 KF445215
Cleisthenes pinetorum 78-07 MNS888927 KF386408 KF445214

Lepidopsetta mochigarei, Kak 1 paHee 110 KODOTKOMY
dparmMeHTy, (opMHUpyeT Hepa3pellleHHBIN y3el, HO
TOITOJIOTMYECKM BXOOUT B TpMOy Microstomini.

AHanu3 pekoHcmpyKuyuly 2eHHblX 0epesbes no
00Be0uHeHHbIM NOCAe008AMENbHOCIAM MPEX 2eH08

s n7aHHOTO aHaJiu3a ObLIM COIOCTABJIEHbI BbI-
POBHEHHBbIE MOCIEN0BaTEIbHOCTU yyacTKa reHa /65
pPHK, a taxxe renoB Co-1u Cyt-b. [locnenoBaTeib-
HOCTHU ObUIM KOHKaTeHrnpoBaHBEI B MEGA-X 1 3ateM
MOJBEPTHYTHI JajibHeleMy aHanu3y. CorjacHo Imo-
JIydeHHBIM HNaHHBEIM BeTBb Limanda sakhalinensis
BKJIIOYeHa B noacemelictBo Hippoglossoidinae (puc. 3).
BetBb Cleisthenes pinetorum Taxxke BKIIIOYEHA B IIOJI-
ceMmeiictBo Hippoglossoidinae (puc. 3).

Hykaeomuonwiii cocmae

CootHomienue nupumuanHoB (T, C) u nypuHoB
(A, G) Brenax 165 pPHK, Co-1u Cyt-b OTKJIOHSIIUCH
ot cootHoitteHus 50 : 50 (ITpumoxkeHue, puc. 4). B mo-
cienoBarenbHoOCcTIX /65 pPHK Her Gosblivx pasim-
yuii B cooTHomeHny nupuMuanHoB (T, C) u mypuHoOB
(A, G), HO MOXXHO Ha0IIOIATH OOIILYIO TETEPOTeHHOCTh
CcoCTaBa HYKJIEOTHMIOB ¢ TipeoonaganeM C- m A-HyK-
sneotunoB (puc. 4,a). B ciiyaae Co-1 u Cyt-b Habmona-
€TCSI CTATUCTUYECKU 3HAYMMOE OTKIIOHEHUE B COOTHO-
IIEHUY TTUPUMUIVHOB K IMypUHAM C MpeobiagaHueM
MUPUMUANHOB (puc. 4,0, 8).
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ANOVA 110 KaxXnmoMy reHy oOHapyKuI, 4YTO pa3-
JINYUST [JIsl YeThIpeX HYKJIEOTHAOB CTaTUCTUYECKU
3Hauumeble: st 165 pPHK — F=2147.9, d.f. = 3; 92,
P <0.0001; mnsa Co-1— F=3673.3,d.f. =3;92, P<
<0.0001; mns Cyt-b — F = 4320.7, d.f. = 3; 92, P<
<0.0001. Hons (T + C) : (A + G) nnst 16S pPHK, Co-1
u Cyt-b coctaBuna 45.4 : 54.6, 56.5 : 43.5 u 61.1 :
: 38.9% coOTBETCTBEHHO.

OBCYXJIEHHE

Kak ormMeueHO BO BBeIeHUM, KPYITHEUIIINM IO/~
ceMelicTBOM B cemeiicTBe siBisieTcsl Pleuronectinae.
DTO TIOACEMENCTBO MPEACTABIEHO IBYMSI TpUOaAMM —
Microstomini u Pleuronectini. CorracHO Noryd9eHHbIM
JaHHbIM 110 /65 pPHK oHu He 00pa3yioT MOHOMDWIETH-
yecKue BeTBU (cM. puc. 1, 2). TakuM obpa3oMm, cUcCTe-
MaTHKa Ha YPOBHE MOACEMEMCTB HYXXIaeTCs B Jajlb-
HelineM yrouHeHun. Hampumep s 0oabiiero nH-
GOpPMaAIIMOHHOIO CHTHaJIa HEOOXOIMMO YBEINYUTH
YHCJIO KaK SIASPHBIX, TAK U MUTOXOHIPUATbHBIX Map-
KEpOB TPU MCCIEIOBAHUU. DTO ITOMOXET yMEHb-
IIUTh YUCJIO Hepa3pelleHHBIX TOIMOJOTUYECKH Y3JI0B
MOJIyYEeHHBIX JIePEBbEB.

Kak ormevanocs, JIxx. Kynep u ®. Yannay [1] B
CBOEli peBU31U ATOr0 ceMelicTBa Ha OCHOBE Tpaau-
HMOHHBIX TPU3HAKOB MOP(OJIOTNY 0OOCHOBAIN, UYTO
Pleuronectidae mpemcraBiIsieT MOHO(HUICTUYICCKYIO
rpynmy. MoHodnms KaMOaloOBBIX, YCTaHOBJICHHAS
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—/—=/=/58

100/77/75/75

—/58/54/61

R N

99/72/68/75

—

96/56/63/67

88/—/—/52

90/=/=/—

100/84/91/92

98/59/58/63

90/60/61/61

Puc. 1. YKopeHeHHOE TeHHOE IepeBo, MoKasbiBaloliee GUIOreHeTUYECKIE B3aMMOCBSI3U Ha OCHOBE 62 KOPOTKUX HYKJICOTHI~
HBIX TTocJienoBarebHocTel yyactka /685 pPHK. Tononorust npencrapieHa Ha ocHoBe ML-pekoHCTpykKuuu. B y3inax naHbl
3HAYEHUST TTOAEPXKKHU TS YEThIPEX CITOCOOOB PEKOHCTPYKIIMY IepeBbeB B ropsinke: BA/ME/NJ/ML. lns BA-nepeBa noka-

3aHBI aITOCTEPUOPHBIE BEPOSITHOCTH (%, n = 100 MOKOJICHUI), a IUIsl TpeX APYTUX PEKOHCTPYKLMI JaHbl OYyTCTPEN-MOJIePKKU

(k = 1000 peruk).

Hippoglossoides elassodon 34
Hippoglossoides robustus 288
Hippoglossoides elassodon 33
Hippoglossoides elassodon JQ939078.1
Hippoglossoides robustus 286
Hippoglossoides robustus 289
Hippoglossoides robustus 31
Hippoglossoides dubius 5k
Cleisthenes pinetorum 78-07
Cleisthenes pinetorum 79-07
Limanda sakhalinensis 68 (2012)
Limanda sakhalinensis 69 (2012)
Limanda sakhalinensis 71 (2012)
Limanda sakhalinensis 72 (2012)
Hippoglossus stenolepis HST12-1
Hippoglossus stenolepis HST12-4
Hippoglossus stenolepis HST12-2
Hippoglossus stenolepis HST12-3
Myzopsetta punctatissima 58-07
Pseudopleuronectes herzensteini 05-07
Pseudopleuronectes herzensteini 7k
Pseudopleuronectes herzensteini 6k
Pseudopleuronectes yokohamae 45
Hippoglossoides elassodon 35
Pseudopleuronectes schrenki 119-07
Pseudopleuronectes obscurus 08-08 (08-07)
Pseudopleuronectes yokohamae 09-07
Pseudopleuronectes obscurus 36
Pseudopleuronectes obscurus 42-07
Pseudopleuronectes yokohamae 46
Myzopsetta punctatissima 89-07
Mpyzopsetta punctatissima 90-07
Myzopsetta punctatissima 86-07
Myzopsetta punctatissima 50-07
Myzopsetta punctatissima 37
Lepidopsetta mochigarei LMO12-4
Lepidopsetta mochigarei LMO12-5
Lepidopsetta mochigarei LMO12-3
Lepidopsetta mochigarei LMO12-2
Lepidopsetta mochigarei LMO12-1
Liopsetta pinnifasciata Pc2-011
Liopsetta pinnifasciata 40-07
Liopsetta pinnifasciata 2k
Liopsetta pinnifasciata Pc 1-011
Liopsetta pinnifasciata PG1-011
Liopsetta pinnifasciata 13

Liopsetta pinnifasciata 19-07
Liopsetta pinnifasciata 2

Liopsetta pinnifasciata 20-07
Liopsetta pinnifasciata 21-07
Liopsetta pinnifasciata 39-07
Liopsetta pinnifasciata 39-07(2)
Platichthys stellatus 15-07
Platichthys stellatus 18-07
Platichthys stellatus 16-07
Platichthys stellatus Ps2-011
Platichthys stellatus Ps3-011
Platichthys stellatus PS4-011
Platichthys stellatus PS5-011
Platichthys stellatus PS6-011
Platichthys stellatus 4k

Platichthys stellatus 11-07

Hippoglossinae

Microstomini

I'EHETHUKA

Hippoglossoidinae

Pleuronectini

Pleuronectini

TOM 57
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96/&': Limanda sakhalinensis 69 (2012) P
—)—/—/66 Cleisthenes pinetorum 78-07 f§
100/99/99,/98 { Hippoglossoides robustus 289 é
—/64/66/64 Hippoglossoides robustus 31 g
100/79/89/82 Limanda sakhalinensis 71 (2012) % 0
Hippoglossus stenolepis HST12-3 %
98/75/74/73 100,/98/99/98 { Hippoglossus stenolepis HST12-2 ?Zn
=/=/=/98 Hippoglossus stenolepis HST12-1 %
Pseudopleuronectes obscurus 36 g
90,/84/90,/89 { Pseudopleuronectes yokohamae 09-07 %
—/81/—/86 Pseudopleuronectes herzensteini 05-07 E _
Lepidopsetta mochigarei LMO12-4 = é
Lepidopsetta mochigarei LMO12-3 %
97/58/52/53 Lepidopsetta mochigarei LMO12-2 g
Liopsetta pinifasciata 39-07(2)
99/63/64/62 Liopsetta pinifasciata 20-07
—1=/=/56 Liopsetta pinifasciata 2
—/=)—J58 Liopsetta pinifasciata Pc2-011
—/—/—]76 Liopsetta pinifasciata Pc1-011
—W: Liopsetta pinifasciata 2k -
Platichthys stellatus 16-07 9
Platichthys stellatus PS6-011 g
Platichthys stellatus PS5-011 =
97/63/60/64 Platichthys stellatus Ps3-011
Platichthys stellatus Ps2-011
Platichthys stellatus 18-07
99m|: Platichthys stellatus 15-07

Puc. 2. Tononorus YKOPEHEHHOTI'O NJ—L[epeBa, IToKa3bIBarouias (I)I/II[Ol"eHeTI/I‘{eCKI/Ie B3aMMOOTHOILLIEHUSA Ha OCHOBaHI/II/IGEIaH—

HBIX g 27 mocnenoBaTenbHOCTe# yyacTka reHa /65 pPHK. B y3nax gaHsl 3HaueHus noaaepxex ajist BA-apesa (n = 10

Io-

KOJIEHUI) U TpeX APYTUX peKOHCTpyKIimii B o611ieM riopsinke: BA/ME/ML/NJ (k = 1000 perunk 6yTcTpemna st TpexX Toce-

HUX METOJOB PEKOHCTPYKIIUM).

Ha OCHOBE KJTACCHYECKOTO MTOAX0a, COOTBETCTBYET BO
MHOTHX CJIydasiX MOJEKYJISIPHO-(IIOTeHETHIECKIM
PEKOHCTPYKIIMSIM B MCCIIEIOBAaHMAX 3TOTO ceMeiicTBa
no TakuM Mmapkepam kak /25 pPHK, 765 pPHK, a
takke 1o reHam Co-1n Cyt-b [4—6, 8, 9] 1 ToTHOMY
murtoreHomy [10].

B moncemeiictBo Hippoglossoidinae B Hamboiee
MPEeNCTaBUTEIbHOM B paboTe MaTepuaie BOIILIN ABa
u3 tpex ponoB Cleisthenes (C. pinetorum) u Hippoglos-
soides (H. dubius Schmidt, 1904, H. elassodon Jordan
& Gilbert, 1180, H. robustus Gill & Townsend, 1897)
(puc. 3). Bunsl pona Hippoglossoides odpa3yioT cme-

TEHETUKA Ne 3

TOM 57 2021

1raHHbIN Kiactep Ha BA-nepese (puc. 3). Ha ocHo-
BaHMU Y€TO MOXHO IIPEIITOJIOXKUTh, YTO IBA TAKCOHA
H. elassodon n H. robustus SBIISIIOTCSI CUHOHUMaMU
onHoro Buna. Cunonumus H. elassodon v H. robustus
yKe IIpeaiarajach paHee Ha OCHOBaHUU Mopdoio-
TMYECKUX U MOJIEKYJISIPHO-(UIOTEHETUYECKUX TaH-
HbIX [4, 27—31]. [To mpUHIMITY CTapIIMHCTBA MOXHO
MIPUHATH BAJIMIHBIM TAKCOH BUA0BOTO paHra H. elas-
sodon Jordan & Gilbert, 1180, a H. robustus Gill &
Townsend, 1897 cunTath MIaAIIMM CUHOHUMOM 3TO-
ro Bunaa. IlpenioxeHue o cCBeIeHUM B CHHOHUMMIO
H. elassodon n H. robustus yXxe caenaHo paHee, Kak
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100/64/—/75

Hippoglossoides elassodon 33

100/64/60/98

Hippoglossoides elassodon 34

Hippoglossoides robustus 286

100/100/100/100 100/92/78/98

84/59/100/55

Hippoglossoides robustus 31

Hippoglossoides robustus 288

100/99/100/99

100/100,/100/100

Hippoglossoides robustus 289

Hippoglossoidinae

—— Cleisthenes pinetorum 78-07

100/100,/100/100

—— Cleisthenes pinetorum 79-07

Limanda sakhalinensis 71

100/100,/100/100
100/88/91/99 71007100/

100/94/95/95

Limanda sakhalinensis 72

Pseudopleuronectes herzensteini 05-07

100/100,/100/100

100/100,/100/100
100,/100/100/100

100/100,/100/100

Pseudopleuronectes herzensteini 7Tk
Pseudopleuronectes herzensteini 6k

Pseudopleuronectes yokohamae 46

Pseudopleuronectes yokohamae 09-07

96/—/53/91

Pseudopleuronectes yokohamae 45

—— Myzopsetta punctatissima 37

100/100,/100/100

——— Myzopsetta punctatissima 86-07

100/100,/100/100

69/—/—/64

Liopsetta pinnifasciata 13

Pleuronectini

Liopsetta pinnifasciata 20-07

Liopsetta pinnifasciata 19-07

91/51/51/57

Liopsetta pinnifasciata 2k

—— Platichthys stellatus 18-07

100/100,/100/100

Platichthys stellatus 4k

Puc. 3. YkopenenHoe ML-nepeBo, mokassiBarollee (GUIoOreHeTUIeCKe B3aMOOTHOIIIEHWST HA OCHOBAaHUM NAaHHBIX IS 24
KOHKaTeHMPOBaHHBIX MOcjeaoBaTeIbHOCTel yyacTka reHa 16S pPHK, Co-1u Cyt-b. B y31ax naHbl 3Ha4eHUSI MOAACPXKEK IS
BA-gpeBa (n= 10° MOKOJICHWI) U IS TPEX IPYTUX PEKOHCTPYKILIM B 06111eM nopsiake: BA/NJ/ME/ML (k = 1000 peruiuk 6yt-

cTpena Jyist Tpex MOCIeTHUX METOAOB PEKOHCTPYKLIMHN).

oTrMmeueHo Bbile. OgHako K.A. BUHHHMKOB C COaBT.
[31] B cBoeM nBycTOpoHHEM aHauu3e (Mopdoaorus +
+ reHeTHrKa) TpeaiaraloT BHOBb BBECTH CUHOHUMMIO.
Ho cnHonmMms Tak 1 He BBeneHa. B 0a3ax JTaHHBIX 3T
JIBa TAKCOHA IO CUX MOP (UTYPUPYIOT KAK CAMOCTOSI -
TeabHble BUAbl. OmHa U3 3a1a4 peacTaBJIeHHOM cTa-
TbU — 3a0CTPUTH 3TOT BOIIPOC, C TEM YTOOBI B CIIELIU -
aJIbHOM MyOIMKaLIMM HAKOHELL pa3pellnTh 3TOT Ka3yc.

OTnenbHOro OOCYXIEHUS 3aCIy>KMBAIOT JTaHHbBIC
st poga Limanda. TlocnenoBatenbHOCTH Buaa Li-
manda sakhalinensis oka3almch, KaKk OTMEUYEHO B pe-
3yJIbTaTaX U MPeICTaBIeHO Ha puC. 1—3, BKIIIOYEHBI B
BeTBb noacemMerictBa Hippoglossoidinae. B cpaBHM-
TeJIbHOM aHaTOMMYeCKOM nccienoBanuu JIx. Kyrre-
pa u ®@. Yanay [1] MoHOGMINS 3TOTO poja He ObLIa
noaTBepxaeHa. B HaleM e ncciaenoBaHuM, Kak 1 B

TEHETUKA TtoM 57 Ne3 2021
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a
ANOVA sddexr: F=2147.9, d.f. = 3; 92, P<0.0001

— +

C A G
Hyxneorunnt

0
ANOVA adbdexr: F=3673.3,d.f. =3; 92, P<0.0001

O_
O_

T A
Hyxkneotuabl

6
ANOVA sdhdext: F=4320.7, d.f. = 3; 92, P <0.0001

-
Q_

C A
Hyxneotunbt

Puc. 4. Cpenxue 3HauyeHUst cocTaBa (%) 4eTbIpeX HYK-
JICOTUAOB B 24 MCCIEIOBAHHBIX MOCJIEAOBATEIBHOCTSIX
reHoB /65 pPHK (a), Co-1(6) u Cyt-b (6). I1o pe3ynbratam
onHo(aKTOpHOro aucrepcoHHoro aHaimuza (ANOVA).
BeprukaiabHble TMHUKM OTMEYaIOT 95%-Hblii HOBEpUTEIb-
HbIIA UHTEepBaJ.

TEHETUKA Ttom 57 Ne3 2021

OPEeIbIIYIINX MOJIEKYIIPHO-(pUIOreHeTHIeCKIUX MC-
cnenoBanusix [4, 5, 10], Limanda sakhalinensis Hubbs,
1915 oka3zanack BKJIOYeHa B ToaceMeiictBo Hippo-
glossoidinae. YumTeiBasg Bce 3TM JaHHBIEC, BITOJIHE
YMECTHO PEKOMEHIOBAaTh IEPECMOTPETh ITO3UIIMIO
Limanda sakhalinensis Hubbs, 1915, nepemecTus ee B
pon Hippoglossoides c umeHem Hippoglossoides (Liman-
da) sakhalinensis B cocraBe noncemeiictBa Hippoglos-
soidinae. COOTBETCTBEHHO, HEOOXOOMMA PEBU3US
MOp(dOJIOrMy ¥ BUAOBBIX NPU3HAKOB, a TakKXKe Jua-
THOCTUYECKMX KJIIOYEIi, UTO IIPEAII0IaraeTcsl BBIITOI-
HHUTH B CAMOCTOSITEIIBHOI padoTe.

Pon Lepidopsetta (L. mochigarei) oka3ajcsi BKIIOUCH-
HBIM B TpuOy Pleuronectini, moacemetictsa Pleuronecti-
nae, Torga Kak B padote [1] aToT pom paccMaTpuBajcs
MCKJTIOUUTEJIBHO B COCTaBe TpMObI Microstomini rmoace-
MeiictBa Pleuronectinae. B mosekynsipHo-(duiore-
HEeTUYECKMX MccieaoBaHusIX Ha ocHoBe Co-1 u Cyt-b
[4, 5, 10] pon Lepidopsetta paccmaTpuBalicsl B Tpuoe
Pleuronectini. Takum o6Gpa3zoM, pona Lepidopsetta
MpeanoYTUTEIbHEE paccMaTpuBaTh B COCTaBe TPUOBI
Pleuronectini. OmHaK0O 3TOT BOIIPOC, YUUTHIBAST CJIA0BIA
TOIOJIOTMYECKUIA CUTHAJ JUISI JAHHOIT BETBU ITO MapKe-
py 16S pPHK B paGorte, TpeOyeT gajbHENIIETO yTOY-
HEHMsI C MCITOJIb30BaHUEM OOJIBIIETO Y1 Ciia TEHOB.

Cwmenenue B cooTHotieHuu (T + C) : (A + T) xo-
POIIIO OMMCAHO B IMTEPAType 11 MHOTUX O€JI0K-KO-
nupyrommnx reHoB [4, 32]. [IpencraBaeHHBIN aHAIN3
(puc. 4, I1punoxeHue) IMOKa3bIBAeT, YTO CMEIICHUE
1jist reHoB Co-1 u Cyt-b B COOTHOIIIEHUU MyPUHOB K
MUPUMUAMHAM 3HAYUTEIbHO OTJIUYAETCS OT CMElle-
Hust mig reHa 165 pPHK. OueBumHo, 4yTo 0GHaApy-
JKEHHOE CMellleHUe HYKJCOTUAHOTO cocTaBa st
M3y4YEeHHBIX B pabOTe CTPYKTYPHBIX TEHOB OTpaXKaeT
rnapodOOHBIE CBOMCTBA KOOUPYEMBIX MMU OCIKOB
[33]. BeisicHeHMe IPUYMHBI HEOMHOPOTHOCTU HYKJIEO-
TUIHOTO COCTaBa B TocieaoBaTesibHOCTsIX 165 pPHK
TpeOyeT najibHel111ero uccaeaoBaHus.

HccnenoBanne (pMHAHCOBO IIOANEP:KAHO TPAHTOM
POD®U 15-29-02456-0du 110 HANIPaBICHUIO UCCIIEI0-
BaHMSI TCHETUYECKNX OCHOB OMOpa3HOO0pa3usl, a TAaKKe
JansHeBocTOuHBIM otneneHneM PAH — rpanr B
Neo 18-4-040 o tematuke “KoMIIEKCHOE UCCIENO-
BaHMe OMOpa3HOoOOpa3usi pbId0 M 0eCIIO3BOHOYHBIX
XMBOTHBIX Ha ocHoBe JIHK-1mTpux xommpoBaHwUs,
pa3paboTKM M MOAAepKKU 0a3 HJaHHBIX U OMoOaH-
KMHra”.

Bce npuMeHnMBbIe MeXXAYHApOAHbIE, HALIMOHAb-
Hble W/WUJIA WHCTUTYLMOHAJIbHbIE TTPUHIIMITBI YXOOa
U UCTOJIb30BAHUSI SXUBOTHBIX OBIITN COOJTIOACHEI.

ABTODBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TEPECOB.
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ITPUIOKEHHE
Hyxkneoruanslii coctas mist reHoB 16S pPHK, Co-1 u Cyt-b B 24 mociienoBaTeIbHOCTSIX KaM0a1000pa3HbIX pbIO
Hyxkneotunpl, Bce mosuiuu (% OT OOIIETO YKcia)
Bun/Cpennue 3HaueHUs
T C A G CyMMapHO (ITH)
16S pPHK
Cleisthenes pinetorum 78-07 16.8 28.9 29.9 24.4 291
Cleisthenes pinetorum 79-07 16.8 28.9 29.9 24.4 291
Hippoglossoides elassodon 33 16.8 28.9 30.2 24.1 291
Hippoglossoides elassodon 34 16.8 28.9 29.9 24.4 291
Hippoglossoides robustus 256 16.8 28.9 30.2 24.1 291
Hippoglossoides robustus 288 17.2 28.5 30.2 24.1 291
Hippoglossoides robustus 289 16.8 28.9 30.2 24.1 291
Hippoglossoides robustus 31 16.8 28.9 30.2 24.1 291
Limanda sakhalinensis 71 16.8 28.9 29.9 24.4 291
Limanda sakhalinensis 72 16.8 28.9 29.9 24 .4 291
Liopsetta pinnifasciata 13 17.5 27.8 31.6 23.0 291
Liopsetta pinnifasciata 19-07 17.5 27.8 31.6 23.0 291
Liopsetta pinnifasciata 20-07 17.5 27.8 31.6 23.0 291
Liopsetta pinnifasciata 2k 17.5 27.8 31.6 23.0 291
Myzopsetta punctatissima 37 17.2 27.5 32.3 23.0 291
Mpyzopsetta punctatissima 86-07 17.2 27.5 32.3 23.0 291
Platichthys stellatus 18-07 17.2 27.8 31.3 23.7 291
Platichthys stellatus 4k 17.2 27.8 31.6 23.4 291
Pseudopleuronectes herzensteini 05-07 17.5 27.8 32.0 22.7 291
Pseudopleuronectes herzensteini 6k 17.5 27.8 32.0 22.7 291
Pseudopleuronectes herzensteini 7k 17.5 27.8 32.0 22.7 291
Pseudopleuronectes obscurus 09-07 17.2 28.2 32.0 22.7 291
Pseudopleuronectes obscurus 45 16.8 28.2 32.0 23.0 291
Pseudopleuronectes obscurus 46 17.2 28.2 32.0 22.7 291
CpenHee 3HaYeHHE 17.14 £ 0.13 | 28.26 +0.13 | 31.1 £0.13 23.5+0.13 —
Co-1

Cleisthenes pinetorum 78-07 29.4 27.5 23.6 19.5 1540
Cleisthenes pinetorum 79-07 29.4 27.3 23.7 19.5 1540
Hippoglossoides elassodon 33 29.3 27.6 24.0 19.2 1540
Hippoglossoides elassodon 34 29.1 27.6 24.0 19.4 1540
Hippoglossoides robustus 286 29.0 27.8 24.0 19.2 1540
Hippoglossoides robustus 288 29.2 27.5 24.0 19.3 1540
Hippoglossoides robustus 289 29.2 27.4 24.1 19.3 1540
Hippoglossoides robustus 31 29.0 27.8 24.0 19.2 1540
Limanda sakhalinensis 71 28.8 271 24.4 19.7 1540
Limanda sakhalinensis 72 28.6 27.3 24.4 19.7 1540
Liopsetta pinnifasciata 13 29.4 27.0 24.8 18.8 1540
Liopsetta pinnifasciata 19-07 29.4 27.0 24.8 18.8 1540
Liopsetta pinnifasciata 20-07 29.4 27.0 24.8 18.8 1540
Liopsetta pinnifasciata 2K 29.4 27.0 24.8 18.8 1540
Mpyzopsetta punctatissima 37 28.8 27.2 24.7 19.2 1540
Myzopsetta punctatissima 86-07 28.8 27.2 24.7 19.2 1540
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Bua/CpenHue 3HaueHUs

Hykneorunsl, Bce mo3uiuu (% OT 00I1IeTro Yuncia)

T C A G CyMMapHO (ITH)
Platichthys stellatus 18-07 29.0 27.2 24.8 19.0 1540
Platichthys stellatus 4K 28.8 27.3 24.8 19.0 1540
Pseudopleuronectes herzensteini 05-07 28.8 28.0 23.7 19.5 1540
Pseudopleuronectes herzensteini 6K 28.7 28.0 23.7 19.6 1540
Pseudopleuronectes herzensteini 7K 28.7 28.0 23.6 19.7 1540
Pseudopleuronectes obscurus 09-07 29.3 26.9 24.5 19.2 1540
Pseudopleuronectes obscurus 45 29.3 27.0 24.5 19.2 1540
Pseudopleuronectes obscurus 46 29.4 27.1 24.5 19.1 1540
CpenHee 3HaYeHHE 29.09 £ 0.07 | 27.38 £0.07 | 24.29 £0.07 | 19.25+0.07 —
Cyt-b

Cleisthenes pinetorum 78-07 30.8 30.9 22.5 15.9 1095
Cleisthenes pinetorum 79-07 30.8 30.8 22.6 15.8 1095
Hippoglossoides elassodon 33 30.3 31.2 22.2 16.3 1095
Hippoglossoides elassodon 34 30.3 31.2 22.2 16.3 1095
Hippoglossoides robustus 286 30.3 31.3 22.2 16.2 1095
Hippoglossoides robustus 288 30.6 31.1 22.1 16.3 1095
Hippoglossoides robustus 289 30.6 31.1 22.2 16.2 1095
Hippoglossoides robustus 31 30.4 31.3 22.1 16.2 1095
Limanda sakhalinensis 71 30.8 30.1 23.4 15.7 1095
Limanda sakhalinensis 72 30.8 30.2 23.3 15.7 1095
Liopsetta pinnifasciata 13 29.9 30.9 22.9 16.3 1095
Liopsetta pinnifasciata 19-07 29.7 31.0 22.9 16.4 1095
Liopsetta pinnifasciata 20-07 29.5 31.3 23.1 16.1 1095
Liopsetta pinnifasciata 2K 29.8 30.9 23.0 16.3 1095
Mpyzopsetta punctatissima 37 30.8 29.8 22.0 17.4 1095
Myzopsetta punctatissima 86-07 30.8 29.9 22.1 17.3 1095
Platichthys stellatus 18-07 30.0 30.6 22.6 16.7 1095
Platichthys stellatus 4K 29.8 30.8 22.9 16.5 1095
Pseudopleuronectes herzensteini 05-07 29.9 31.4 21.4 17.4 1095
Pseudopleuronectes herzensteini 6K 30.0 31.0 21.6 17.4 1095
Pseudopleuronectes herzensteini 7K 30.0 31.2 21.4 17.4 1095
Pseudopleuronectes obscurus 09-07 30.5 30.1 22.6 16.7 1095
Pseudopleuronectes obscurus 45 30.4 30.3 22.2 17.1 1095
Pseudopleuronectes obscurus 46 30.4 30.1 22.6 16.9 1095
CpenHee 3HaYeHHE 30.29 + 0.1 30.77 £ 0.1 22.42 + 0.1 16.52 + 0.1 -

IMpumeuanue. CpenHue 3HaUYECHUS TPUBEIEHBI CO CTAHAAPTHOMN OLIMOKOIA.
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Phylogenetic Relationships of Flounders from the Family Pleuronectidae
(Ostichties: Pleuronectiformes) Based on 765 rRNA Gene

A. D. Redin* * and Yu. Ph. Kartavtsev® **

4 Zhirmunsky National Scientific Center of Marine Biology Far East Branch
of the Russian Academy of Sciences, Viadivostok, 690041 Russia

*e-mail: shurko92@yandex.ru
**e-mail: yuri.kartavtsev4§@hotmail.com

The systematics and phylogeny of flatfish is investigated on the incomplete nucleotide sequence of /65 TRNA
and the complete Co-1 and Cyt-b sequences. In total 62 specimens of 14 species of our own collections were
submitted to the GenBank/BOLD repositories and studied. Four types of gene trees were reconstructed:
Bayesian (BA), maximum likelihood (ML), minimum evolution (ME), and neighbor joining (NJ). These
trees showed basically similar topology. Two separate branches on the trees support the previously identified
subfamilies Hippoglossoidinae and Pleuronectinae with the monophyletic status of these taxa. The subfamily
Pleuronectinae can be considered monophyletic, if the tribe Microstomini is excluded from it and genus Lepidop-
setta is moved into the tribe Pleuronectini. Three sets of nucleotide sequences were formed and independently
studied. One set included all the obtained 765 rRNA gene sequences (291 bp), the second set included a sam-
ple of longer 165 rRNA sequences (617 bp), the third set consisted of three gene sequences: /65 rRNA, Co-1
and Cyr-b (2926 bp). All three data sets gave similar phylogenetic signal, which consistent with the traditional
concept of the taxonomy of the Pleuronectiformes order; however, the second and third sets provided better

resolution of topology.

Keywords: Co-1, Cyt-b, 165 rRNA, flatfish, molecular phylogenetics.
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Hcnonb3oBaHa MONEsb N30JISILIMK PACCTOSTHUEM MaJsieko NJisl ONUMCcaHusl MOy IIMOHHOM CTPYKTYphI Ha-
cenenus CeBepHoit Ocetun — Aymanuu o 12308 6padyHbIM 3aIIMCSIM IS MOITYJISIIIMM paHTa “peciryonmka’”.
ITostyueH psii MONOXUTEbHBIX KOPPEJISILIMIA ¢ pe3yabTaTaMu MpeabIayliuX uccaenoBanuii. [ToaTeepxkiue-
HO oTJIMYre MO3IOKCKOTO p-Ha OT OCTAJIbHBIX p-HOB Pecrtybauku.

Kntoueeswie croea: i30IS1IUST paCCTOSTHUEM, OCETUHBI, THOPETHBII TaHAIIadT.
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KomruiekcHoe TreHEeTUKO-3MUIeMUOJIOTHIeCKoe
obcnemoBanue HaceaeHust CeBepHoii OceTrn (AJlaHIN )
(PCO) nposonutcs ¢ 2017 r. MccaenoBanus uayT B
COOTBETCTBUM ¢ pa3padbotanHbIM I[IpoToxkomom [1],
MpeaycMaTpUBAIOLINM U3YYEHUE TEHETUYECKOM CTPYK-
TYpbI KaK ¢ UCIOJIb30BAaHUEM METOJI0B KIIMHUYECKO
1 MOJIEKYJIIPHOI T€HeTUKH, TaK U OMUCaHUE METO-
laMU TIOMYJISIMMOHHOU ctaThucTuku. O0ciegoBaHue
nonynsiiuit pycckoro HeuepHosembsi, TToBoJIXbs,
IOXKHBIX POCCUMCKMX MONMyJsaumii 1 HaponoB CeBep-
Horo KaBkasza mpoxoauJio B COOTBETCTBUM C ITUM
ITporokonom. PesynbTarthl McciienoBaHUil TMOJHO-
CThIO MIPEACTaBJIEHbI B OTKPBITOI MeyaTu Kak oTeue-
CTBEHHOM, TaK M 3apyOexxHoi. Momeab M30JISIINNA
paccrostHreM Maseko [2] Hapsay ¢ npyruMu (Ti1aHe-
TapHasi, OCTPOBHAsI, JICCTHUYHAS 1 Ip.) HEILIOXO OT-
paxkaeT MOMyJIsIIUOHHO-TeHeTUYeCKe OCOOEHHOCTHU
U3y4aeMoro perunoHa. Mojelib npearojaraeT paBHO-
MepHOe pacrpeaeseHue HaceJeHUsl [0 TEPPUTOPUH,
U30TPOMHOCTb MUTPALIMiA, OTCYTCTBHUE SIBHBIX U30JIsI-
LIMOHHBIX 0apbepOB U, KaK Mbl BBISICHWIM B HaIIUX
HUCCIeOBAaHUSIX, OJHOPOMHBIN 3THUUYECKUI CcOCTaB
HaceneHusi. Hacenenue KaBkaza He BIOJIHE COOT-
BETCTBYET YKa3aHHBIM OTpaHUYE€HUSM, OJHAKO JJIs
NONyJSIANA paHra “paiioH” MBI TIOJYYMJIM BITOJTHE
NprueMJIeMbIid pe3yabTaT [3], B JaHHOU paboTe MBI
paccMOTpeny WCIIOJb30BaHUE MOMEJU U3OJSLINU
paccTostHUeM ISl MOIYJISIUKM paHra “pecrnyoiauka”,
OTOOpAaB JIMIIb OCETUHCKUE BHYTPUITHUYECKUE Opa-
KU. MoJesib yCHeluHO MCIOoJb30BaHa ISl MOTYJIs-
U1 paHra “pecrnyonuka” mpu usydenumn Kazaxcra-
Ha [4].

W3 toTambHOIT BBEIOOPKM OpayHBIX 3armceil 3a
1990—2000 rr. 110 Bceit PCO oToGpaHbI T€, B KOTOPHIX
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ob6a cympyra oceTWHBI. MI3MepeHnsT U pacdyeThl BBI-
MOJIHEHBI CTAaHIAPTHBIM 06pa3oM [5, 6]. YacTh Gpau-
HBIX 3aIuceil He coaepKalia IToIHOoM nHGOpMaIuK O
MecTax pOXIEHUS CYMNpyroB (HalpuMep, yKa3aHo
TOJIbKO “CTaBpOIIOJLCKUIL Kpaii”), YTO cleaaio He-
BO3MOXHBIM TOYHOE M3MEPEeHNE PAacCTOSTHUS OGpad-
Hoit Mmurpannu. KpomMe 3Toro, MHOTME MeJIK1e Hace-
JICHHBIC MyHKTHI, €1lIe CYIIIeCTBOBABIIIME MOJIBEKa Ha-
3all, KOrJa B OCHOBHOM POAWJINCH Opadymolivecs: B
90-€ ronbl, MCUE3NU K HACTOSIIIIEMY BPEMEHU; B 3TOM
ciyJae M3MepeHWe ITPOBOIMIIOCH C TOYHOCTHIO TO
paiineHtpa. Tem He MeHee, B aHaiau3 Bouwiu 13935
OpauHbIX 3anuceii, U3 Kotopbix 12308 1o naabHOCTU
He mpeBbIann 500 KM, 9TO ONTUMAJIbHO TIPU HC-
TTOJTb30BAHUH MOJIEIIN U3OJISIIINI PACCTOSTHUEM.

B 1ab6m. 1 mipencraBieHbl 3HAUEHUST ITapaMeTpPOB
M30JIILMK paccTostHueM Maseko st ocetiH. Koad-
(GULIMEHT JIMHEMHOI KOpPeIsIiuy CpeIHEN KBaapaTiy-
HOI{ MMIpallMd ¢ W MHIEKCAa SHAOraMMU OCETUH [7]
oXMmaeMo oTpuuaTeneH 1 3HaumMm — r = —0.81 + 0.22.
JIoKaabHBIN MHOPUIMHT @ HE KOPPEIUPYET CO 3HAUE-
HUEM ClTy4aiiHoro uHopuauHra £, (r = —0.30 * 0.36),
00a BeKTOpa 3HaYCHMI OIpeie/ICHBI IS MOMYJIS N
paHra “paiioH”. Y4YWTBIBaeM, YTO CJIyJallHBIA WH-
OPMOVHT IIOACYMUTAH II0 BCeMY CITMCKY (haMUJINii, a B
MO3I0KCKOM p-HE OCETMHBI cOcCTaBigioT Juinb 10%
HaceJieHUsl. VICKITIOUMB U3 KOPPEJISIIMOHHOTO aHai3a
ATUX MOoKa3arejieil 3HaYeHUs 110 Mo310KCKOMY p-HY,
IMOJIyYaeM OXMOAAEMO IIOJIOXKHUTEIbHOE M 3HAYMMOE
3HadYeHne KoadduumeHTa Koppemssuuu (r = 0.72 £
+ 0.28). He oOHapyeHO KOpPpEJsLU JTOKATbHOTO
UHOpUAMHTA U MHIeKca sHnoramuu (r = 0.09 + 0.37);
MPY UCKTIOYeHN MO3I0KCKOTo p-Ha KO3 OUIIMEHT
Koppesauun Bo3pactaeT 1o » = 0.92 + 0.16.
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Taoauuna 1. [TapaMeTpbl U30JISIMK paccTOSTHUEM MaJieKo IJIsi OCETHH (TOMYJIsIys paHra “paifoH”), IJIMHA MUTpALIUN

He nipeBbimaeT 500 Kkm

OceTuHBI N, o a b
MO300KCKHIA pailoH 2810 102.6 0.001603 0.003572
Juropckuii paitoH 5693 55.1 0.000531 0.013578
KupoBckuii paitoH 8469 73.4 0.000334 0.006798
ITpaBOGEpPEXHBII paiioH 16672 65.8 0.000172 0.007717
ApHoHcKuit paiioH 8532 69.2 0.000380 0.006628
Anarupckuii paiioH 11914 65.1 0.000240 0.008495
Hpadckuii paiton 4964 43.6 0.000725 0.012476
[IpuroponHsriii paiton 24307 73.3 0.000149 0.005612
BrnamukaBkas ropon 65482 78.2 0.000048 0.006401

I[lo opurnHanbHON METpPUKE pacCuyUTaHa M CO-
CTaBJIcHa AUCTAHIMOHHAas MaTpHlia C MCIOJIb30Ba-
HUEM MapaMeTPOB U3O0JISLIMU pacCTosIHUEM Majeko
[8]. KoaddpuimeHT KOppeasalnuy 3TOil MaTPHUIIbI C
MaTpuleil haMUJIbHBIX TUCTaHIuii cocTaBui 0.74 +
+ 0.12, To ecTh OXMIAEMO TTOJOXKHUTEICH W 3HAUYMM.

Jluropa

BinusgHue moJausTHUYHOTOo M0310KCKOIO p-Ha HUBE-
JIMpOBAaHO TeM, 4YTO (haMUJIbHbIC IUCTAaHIIMOHHBIC
MAaTpUILIbl PACCYUTHIBAIOTCS HE IO BCEMY CITMCKY (ha-
MUWJINIA, a Wb 1Mo 4YacTeiM (4actota Goiee 0.1%).
Cxema mHOpemHoro JjJaHamiadTa IpeAcTaBieHa Ha
puc. 1. PeanbHbie 3HaYeHUS MHOPETHBIX TUCTAHIINI

® Bnanukaskas
Anarup \J

Becnan :
AleOH <\
0.05

e} OKTHprCKOG

0.10

Puc. 1. Cxema nnopenHoro jnanamagdra CesepHoii Ocetun — AjlaHUN.
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yBermdeHBI B 1000 pa3. KoHUIeHTpUYHBIE 3KBUIU-
CTaHTHBIC PUTYPHI O3 caMoTIepeceYeHN I, OpUEHTH -
POBaHBI BAOJIL OCHOBHBIX ITyTelt coobIeHus. LienTpoMm
KJacTepuzalunu siisiercsl BrnamykaBkas. EnvHCTBEH-
HBIM HEJIOCTaTKOM CXEMbI MOXKHO CUMTATh OTCYTCTBHE
SIBHOTO pa3fe/IieHUsI CYOSTHMYECKUX TPYIIl OCETUH
(MpOHIIEB U AUTOPIIEB) HA ABa KJIaCTepa, HO TEM HE Me-
Hee, LIEHTPaJTbHBIN KitacTep ¢ ypoBHeM 0.10 sBisercs
“UpOHCKUM”, a “IUTOpCKUE” paiiOHBI TIPUCOCTNHSIIOT-
Csl K HEMY 3HAYUTEJILHO IO33Ke, YTO HE IPOTUBOPECYUT
Joruke. KpomMe Toro, mpu MCIOJIb30BaHUKM Pa3HOO0-
pa3HBIX MaTeMaTUYECKUX MOJeJIeid MOXET aKIICHTH -
poOBaThCSI BHUMaHME Ha Pa3jIMYHBIX 2JIEMEHTax I10-
MYyJISIIUOHHOM CTPYKTYPHBI, YTO HEM30EXKHO IIPUBEICT
KaK K HEIIOJIHbIM KOPPEJsLsIM, TaK M K HECOBHaaa-
IOIIUM TpadudecKuM obOpazamM. MO3TOKCKHUIT p-H,
OTJIMYAIOLIUIiCS OT ocTalbHBIX paiioHoB PCO 1o
MHOI'MM napameTpam [7, 9], Ha 3Toli cxeMe TaKxKe OT-
nmaneH. /1o 1944 r. Mosnok Bxomnuii B coctaB CTaBpo-
noJibckoro kpas [10].

Takum 06pa3zoM, MOJIETb N3OJISIIINU PACCTOSTHAEM
ManeKko MOXXHO MTPUHSTH IJIsI ONUCaHUS MHOPETHOM
CTPYKTYPBI CEBEpPOOCETUHCKUX monyisuuii. [1Ipose-
JNIEHHBII aHaU3 TTapaMeTPOB U30JSILIMU PACCTOSTHU -
€M OIISITh BBISIBUJI OTIMUMEe MO3IOKCKOro p-Ha OT
ocTajbHbBIX paitoHOB CeBepHoit OceTnu — AJIJaHUU.

HcciienoBaHue BBIITOIHEHO IIPU ITOAIEPKKE T'paHTa
PH® Ne 17-15-01051 u rocygapCTBEHHOrO 3adaHUs
MuHUCTEpCTBa HAYKU U BBICILIET0 00pazoBaHust PD.

Bce nipouienypsl, BbINOJHEHHbIE B UCCIIETOBAHUU
C yJ4acTHEM JTIONIEeH, COOTBETCTBYIOT STUYECKUM CTaH-
JapTaM WHCTUTYIIMOHAIBHOTO M/WJI HAITMOHATIBHO-
ro KOMHUTETA MO UCCIIeNOBATEILCKOM 3TUKE U XeJlb-
CMHKCKOM nexiapaiuu 1964 r. 1 ee mocienymoinmnum
U3MEHEHUSIM UJIU COTTOCTAaBUMbIM HOPMaM 3TUKU.

Or KaXaoro M3 BKIIOYEHHBIX B HMCCJICOOBaAHUC
YYaCTHUKOB ObLIO TOJYy4YeHO HHOOPMUPOBAHHOE
TOOGPOBOILHOE COTJIacHe.

HacTtosiiiee reHeTMKO-3MUAEMUOIOTMYECKOE UC-

ciemoBaHue ono0peHo aTyecKuM KomutetoM @I'BHY
“MT'HI” (mpotokos Ne 7 ot 20.12.2017).

ABTOpPBI 3agBIIIOT 00 OTCYTCTBUM KOH(MIMKTA
WHTEPECOB.
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Isolation by Distance in North Ossetians
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*e-mail: elchinova@med-gen.ru

The model of Malékot of isolation by distance was used to describe the population structure of the population
of North Ossetia- Alania based on 12308 marriage records for a population of the rank “Republic.” A number
of positive correlations were obtained with the results of previous studies. The difference between Mozdok
district and other districts of the Republic is confirmed.
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IT'EHETUYECKOE PASBHOOBPA3UE U TNUPPEPEHIINALINA CEBEPHbBIX
MONMYJIAIUN TYBA YEPEIIIYATOTO POCCUHU 110 PE3VJIBTATAM
AHAJIN3A HOBbBIX MAPKEPOB SNP
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M3yuyeH reHodOH I MOy myda yeperrdaToro (Quercus robur 1..) N3 ceBepa poCcCUIICKOI YacTH apeaa
BHUA C MCTOJIb30BaHUEM Habopa 13 94-x SNP-10KycoB, pazpaboTaHHBIX 110 TEXHOJIOTUM CEKBEHUPOBaHUS
JHK nosoro mokonenust ddRAD. O6HapyXeH OJIM3KHNI ypOBEHb T€HETUYECKOTO pa3HOOOpa3us B M30JIH -
POBaHHBIX HACAXKIEHUSIX ¢ MAJIO YMCIEHHOCTBIO AEPEBBEB (HabogaeMasi rerepo3urotHocts Hg = 0.334 +
* 0.004, oxxunaemas rereposurotHocts Hg = 0.313 + 0.011, ayutenpHoe pasHooOpasue v, = 1.540 £ 0.021,
koadburment nHopunuHra Fig = —0.067) 1 B CpaBHUTEIBHO OOJBLINX 10 00BeMy momysuusx (Hy =
=0.318 £ 0.012, H; =0.306 £ 0.010, v, = 1.53 £ 0.021, F;g = —0.039). BbIsiBJIeH cTaTUCTUYECKH TOCTOBEP-
HbIl ypOBeHb reHeTuueckoi auddepeHmaunu u ukcauu nonyiasuuit (delta_ T = 0.0993, renetuue-
ckue paccrosinus I'peropuyca dy = 0.104—0.144, Fgr = 0.0725). baiiecoBckmii K1acTepHBblit aHaJIN3 O3BO-
JIVJT UAEHTU(DUIIMPOBATh TEHETUYECKU CBOeOOpa3Hble MOy s, [TonydeHHbIe pe3yabTaThl 00CYKIEeHbI
C YY4E€TOM MCTOPUM paclpocTpaHeHUs a1y0a yepelryaToro Ha ceBepe apeaa.

Karoueswie cnosa: ny6 yepeirdarsiit, SNP, reHodoHa, Tomyasus.

DOI: 10.31857/S001667582103005X

I'moGanbHOE M3MEHEHUE KJINMAaTa BBI3bIBACT U3-
MEHEHUE apeajloB MHOTUX BUAOB, YTO OOYCJIOBIM-
Ba€T MHTECPEC K M3YUYCHHUIO reHETUYECKON OCHOBBI
aToro gBiaeHusd [1, 2]. DopmupoBaHue reHOPOHIOB
reorpauecKy KpaeBhIX ITOMYJISIIINA IIPOUCXOIUT B
YCIIOBUSIX OTpaHWYEHUS TeHEeTUYEeCKOro IMOTOKa,
YMEHbBIICHUS IIOIMYJISIINOHHON IUIOTHOCTH M YHUC-
JICHHOCTH, BCJIEACTBUE Yero Ha IpaHUIIaX apeajioB
cMelraeTcs 6ajaHc BEKTOPOB €CTECTBEHHOTO 0TOOpa,
OoJiee BBIPAXKEHHOI CTAHOBUTCS pOJb Ipeiicda TeHOB
[3]. DTl TIporIecchl IBASIOTCS MOIIHBIM ApaiiBepoM
JIUHAMUKHM TEHETUYECKOTO Pa3sHOoOoOpas3us ITOmyJis-
LUiT — BaXXHOTO pecypca, HEOOXOAMMOTO 11 BbDKU -
BaHUsI BUIIOB B 9KOJIOTMYECKU HEOIArONpUsITHOI cpene
[4]. TITpuMmeHeHne MOIEKYISIPHO-TEHETUIECKIIX MapKe-
POB MO3BOJIWJIO BHISIBUTD, UTO Ha TPAHUILIAX apeasioB Ie-
HETUUYECKOe pa3HOOOpasye vaille TIoHKaeTcs Ha (hoHe
MOBBILIIEHUST MEXITOMY/ISILIUOHHON MOApa3aeIeHHO-
CTH. DTO B CBOIO 0O4YepeIb MOATBEPKIAET TaK Ha3bIBa-
eMylo “IIleHTpaJIbHO-MapruHajabHYyI0” TUIOTE3Yy [5].
JlaHHBIN (peHOMEH B LIEJIOM ITOATBEPXKIACTCS M JJIST
ny6a dyeperryaToro [3, 6] — 3KOJIOTMYEeCKU U DKOHO-
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MUYECKU BaXXHOTO BUAa C IIUPOKUM KOHTUHEHTAJIb-
HbIM apeajioM. [losiBieHEe TEXHOTOTUI CEKBEHUPO-
BaHus1 JIHK HoBoro mokoseHus [7] mo3BoJisieT pas-
pabaTbiBaTh 6osbIIMe Habophbl ToKycoB SNP (Single
Nucleotide Polymorphism). 9To maeT BO3MOXHOCTb
BO3BpallleHUsI K W3Yy4eHHUI0 TeHO(OHIOB KpaeBbIX
MOTMYJISILUI HA rpaHUIIaX apeajioB HA HOBOM YpPOBHE
[8, 9]. B oGmpHOIt poccuiicKoii YacTu apeaja reHe-
TUYECKUE PeCypChl 1yda yepelryaToro u3y4eHsbl B 11ie-
Jiom ¢dparmeHTapHo [10]. HeobxoauMocTh BoCHoO-
HEHUS 3TOTO Mpobena AUMKTYETCSl TakKxKe MacCOBOI
Jerpananueii 1yopas — JUIIb 32 MOCJIEAHUE MOJIBEKA
ioiaab nyopas B Poccun ymeHbIIMIACh TTOYTU Ha
yeTBepTh [11]. DTOT HeraTUBHBIN MPOLIECC CEPhE3HO
3aTPOHYJI HaCaXKIEeHUS Ha TpaHUIIaX apeajia, 0COOeH-
HO Ha ceBepe.

Lens paboTel — mccaemOBaHUE TEHETUYECKOTO
pazHooOpas3usg 1 nuddepeHIIMalIINA CEBEPHBIX ITOITY-
JISIIM gy0a 4epenrdyaToro B pOCCUCKOM YacTH apea-
Jla BUJa Ha OCHOBE aHaiu3a pa3padbOTaHHBIX HAMU
94-x nokycoB SNP.
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Puc. 1. Kapra pacrionoxeHus (a) ¥ KJiacTepusalivs BBIOOPOK (6) myba yepenrqaToro.

s pazpaborkn SNP-mapkepoB Mcnoib30oBaHa
TexHoJiorust cekBeHnponaHust JIHK HoBoro rmoxkoseHust
ddRAD (Double Digest Restriction Site Associated
DNA) [7]. B uensix morucka MapKepoB ¢ HauOOJIbILIM
“reorpacdudeckm curHajaoM” Komrmtanueit Floragenex
(IToptimann, CIIA) o HameMy 3aKa3y CeKBEeHUPOBAHbI
o6pasiel AHK 95 nepeBbeB Q. robur n Q. petraea Liebl.
u3 Asctpun, benopyccum, benbrium, Benrpum, Bemiko-
opuranuu, I'epmanuu, Januu, [oneim, CaoBakuu,
Typuuu, Ykpannsl 1 Poccun. O6HapyxeHHBIE 26 074
JnokycoB SNP mpounuiu mpouemypy ONTUMH3aLIUU
[12]. B aT0ii paboTe UCIOJb30BaH HA0OP U3 HaubO-
Jiee THPOPMATUBHBIX 94-X JTOKYCOB.

Mudopmanus 1o niaomaasaM IMUPOKOIUCTBEH-
HBIX JIECOB U IyOpaB B CEBEpPHOIT YacTu apeajia 1yoa
yepelryaToro IojgydeHa u3 06a3bl maHHbIX “‘Jleca
Poccun” ®IbY “POCIECHUH®OPI™” (http://
178.176.30.40:8282/#/). UccnenoBaHust poOBeaeHBI
Ha 06a3e IByX I'pyII HacaXIeHUI 1yda yepelryaToro
JiecHoOM 30HHBI (puc. 1, Tadm. 1). ITepBast u3 Hux (rpym-
na 1) mpencraBieHa CpPaBHUTEIbHO OOJBIIMMU IO
iomansaM gyopasamu u3 Baagumupckoit 1 Kupos-
cKoii 0011., Pecnnyonuku Mapuit O (1IpoOHbIE 110~

many Vid 2, Kir 1 1 Mar). Bropas rpynmna (2) 1mpo6-
Heix wromaneit (Kst 2, Tvr 2, Vig 1) 3amoxeHa B
reorpadu4eck M30JMPOBAHHLIX (pparMeHTaxX M-
POKOIMUCTBEHHEIX 1ecoB B KocTpomckoii, TBepckoit
u Bosorogckoit 001, Ha KpaitHeEM CeBEpHOM IIpeliesie
pacripocTpaHeHus1 3Toi ¢popmanmu. Ha 3toii Teppu-
TOopuHU Ay0 yepelyaTbiii BCTpeyaeTcsl B COCTaBe Ha-
CaXIIeHUI1 B OCHOBHOM B BU/I¢ HEOOJIBIINX U30JIUPO-
BaHHEBIX IPEBOCTOEB U I'PYIII AepeBbeB. B oTimune ot
HacaxXIeHW rpynnbl 1 3Iech CpaBHUTEIILHO MAaJlo
IIMPOKOJIUCTBEHHBIX JiecoB (Tabi. 1, mokasaTeib
S2), B cocTaBe KOTOPBIX OOBIYHO BCTPEYaeTCs Iy0 de-
permrgateiii. Ha Bcex TPOOHBIX TUIOMIAMSX CiTydaii-
HBIM 00pa3oM OTOOpPAaHHEI IT0 IECATH AEPEBLEB PEITPO-
IYKTUBHOTO Bo3pacTa. [loka3zaHo, 4TO MpUMEHEHUE
CPaBHUTEJIbHO O0JbIIOro yKcia JjokycoB SNP naet
BO3MOHOCTb KOPPEKTHOTIO OIpeieIeHUs] [ToKa3aTe-
JIeii TEHEeTMYECKOro pa3HOooOpasus NONyJISIIUA U
YPOBHSI UX T€HETUYECKOI MOAPa3aeIeHHOCTU B BBI-
OopKax Jaxe MeHbIIero oobema. JlepeBbsl pacmnoJia-
rajuch APYT OT Apyra Ha pacCTOSSHUM He MeHee 50 M
JUISI MMHUMM3AalMU BO3MOXHOIW CEMENHOI TeHeTu-
yecKoM kiacrepusanuu [13].

T’EHETUKA Ne 3

TOM 57 2021



ITEHETUYECKOE PABHOOBPA3UE U JTUPDOEPEHIIMALMA

363

Tab6auma 1. [Tnomanu HacaxXneHWit, YpOBHU FeHETUYECKOI U3MEHYUBOCTU U AuddepeHInauny monyasuuii nyoa ye-

pelryaToro
I'pymna 1 I'pymma 2
IMapametp Xep
Vid_2 Kir 1 Mar Kst 2 Tvr 2 Vig_1
S1 104601 93359 131171 157434 187064 225126 149792
S 6069 1865 6729 333 79 72 1730
(5.80) (2.00) (5.13) (0.22) (0.04) (0.03)
2772 567 1262 150 14
53 (2.65) (0.61) (0.96) (0.10) (0.01) N 794
P 91.5 83.0 91.5 85.1 90.4 92.6 89.0
H 0.339 0.298 0.318 0.336 0.326 0.339 0.326
° (0.026) (0.025) (0.025) (0.027) (0.023) (0.025) (0.007)
% 0.322 0.310 0.287 0.290 0.321 0.327 0.310
E (0.017) (0.019) (0.018) (0.019) (0.017) (0.017) (0.007)
v 1.56 1.54 1.49 1.50 1.55 1.57 1.53
a (0.04) (0.04) (0.04) (0.04) (0.0344) (0.04) (0.01)
Fig —0.035 0.060 —0.096 —0.122 —0.010 —0.034 —0.052

ITpumeuanue. ch — cpenHee 3HauYeHHe, S1 — JIeCOMOKpPHITasl IUIOIIAAb JICCHUUECTB, B KOTOPBIX OTOOpPaHbI BEHIOOPKH, S2 — IUIOIIAIb
I POKOJIMCTBEHHBIX JIECOB, S3 — TIIOIIAMb HACAXKIAEHUI C TIpeobagaHreM 1yda yepenryaroro (B ckobkax mist S2 u S3 mpuBeneHbI
nonu ot S1 8 %); P — nonst nonuMopdHBIX IOKYcoB B %, Hp — HaGimoiaeMasi reTepo3uroTHOCThb, Hy — 0XKaaemast FeTepo3UroTHOCTb,
V, — alJIeJIbHOE pa3HoOOpasne (B CKOOKAX NMPUBEAEHBI OIUMOKYU cpenHux Hg, Hg nv,), Fig — KoahduumeHT MHOpUINHIa.

JHK nns mnabopaTOpHBIX aHAJIM30B BBIACIISIIACH
U3 KaMOUSsI MOJIeJIbHBIX J€PEBbEB COTJIACHO MO (MU -
HUpOBaHHOTO TIpoTokojia [14]. I'eHoTMHIIMpOBaHME
npoBeneHo Ha 1ardopme MassARRAY®iPLEX™
(Agena Bioscience™) ¢ ucronb3oBaHUEM TEXHOJIOTVU
iPLEX™GOLD chemistry. MHTeprpeTanust criex-
TPOB OCYILIECTBIIsIach Ha ycTpoiictBe Typer Viewer
v. 4.0.24.71 (Agena Bioscience™). PesynbTarsl 06pa-
OGaTbIBaIUCh ¢ MpuMeHeHueM mporpamm PAST [15] u
GDA_ NT (b. ereH, Heory0:1.). Beraucasuiucey an-
JleTbHOEe pa3HooOpasue v, [16], Habmomaemast rete-
po3uUrotHoctb Hgy, oXugaemasi TeTepO3UTOTHOCTb
Hg, napamerpsl F-cratuctuku Paiita Fig u Fgr [17],
nokazarenm auddepeHnrany nonyasanuii delta T
1 Op, FeHETUYECKOE paccTostHue d, [ 16, 18]. Busyanu-
3allMsl TeHETUUYECKHUX pa3induii momyasiuii odecne-
yyBajach MOCTPOCHUEM JIEHAPOrpaMMbl Ha OCHOBE
TEHETUYECKUX PACCTOSHUM d|, C IPUMEHEHUEM MPO-
rpamMmbl PAST [15] u meToma UPGMA. [Ins onipene-
JICHUS] YMCJIa TEHeTUYECKUX TPYIIIT B U3YYEHHBIX I1Ie-
CTU JIOKAJIbHOCTSIX UCITOJIb30BaHbl 0ailecOBCKUIA Me-
ton kiaactepuszauuu u TnporpammMa STRUCTURE
v.2.3.4 [19]. OnrumasbHOe YHCIO TEHETUIECKUX
KJlacTepoB olleHuBajoch MetogoMm AK [20]. TTomy-
YEeHHbIE Pe3y/bTaThl MPOaHAIM3UPOBAHbI U rpadu-
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YECKMU TIIpeACTaBJICHBI C IIOMOIIBIO IIPOIPaMMBbI
CLUMPAK [21].

M3yueHHbIe BLIOOPKU MPENCTABIISIOT IBE IPYIIbI
MOy, KOHTPACTHO OTJIMYalolecss o0beMaMu
1 1o 3(pheKTUBHON YMCIEHHOCTU ocobeii (Tabi. 1).
Ho ux reHetuyeckue mapamMeTpbl He MOATBEPKIAIOT
OOHO3HAYHO “LICHTPaJIbHO-MapruHaJIbHYI0” TUIIO-
Te3y [5]. B oTHocuTeIbHO OOJBIINX NOOYJISIIUSIX (B
cpenHeMm Hy,=0.318 £ 0.012, H;=0.306 = 0.010,v, =
= 1.530 £ 0.021, F;g = —0.067) 1 B U30IMPOBAHHBIX
MauiblX HacaxaeHusx (rpynma 2: Hy = 0.334 £ 0.004,
Hg =0.313 £ 0.011, v, = 1.540 £ 0.021, Fig = —0.039)
BBISIBJIEHBI OJIM3KKE BEIMYMHBI TEHETUYECKOTO pas3-
HooOpa3us. [Toxoxuii ¢heHOMeH BBISIBIICH HaMU [22]
MPU UCTIONIB30BaHUU TIPEATONIOKUTENBHO CEJIEKTUBHO
HEUTPaIbHBIX MUKPOCATEJUTMTHBIX JIOKYCOB B reorpa-
¢drYecK M30JMPOBAHHON 3aypabCKON TTOMYJISILIUU
nyba yepernyaToro. I'eTepo3UroTHOCTh B MMEIOLIMXCSI
27 nepeBbsiX PENpOmyKTMBHOIO Bo3pacTa Oblia daxe
BBILIIE, YeM B TIOMYJISILIMSIX U3 LIEHTpa apeaia B ['epma-
HUU. PEeKOHCTPYKIIMS BO3MOXHBIX POJUTEITBCKUX
rap ajuiesieil B 3apojbliiiax mokasaja, 4YTo B IOIyJIsi-
LINU 1O KpaitHeit Mepe 35% OIbLUICHUST OCYIIEeCTBIISI-
JIOCh 3a CUET “UyKepOomHOi1” MbUIbLBI (BOCTOYHAS
rpaHulia apeajia pacliojioKeHa 3arnajaHee, B 1ecsITKax
kuiomeTpoB). 1o 3Toi1 mpuynHe BegymiuMm (paxkTo-
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poOM Toaaep>KaHUSI CPaBHUTEJILHO BBICOKOI T€HETH -
YeCKOil M3MEHYMBOCTH B 3aypajlbCKOIl ITONYJISILINU
MIpU3HAH TeHETU4YeCKU 3(PEOEKTUBHO pean30BaH-
HBI TTOTOK MbLIbLBI HA JaJIbHUE paccTosiHUsI. Bo3-
MOXHO 3TOT X€ CLIEHapUil peaJn30BaH U B KPAEBBIX
MOIYJISILMSX Ay0a yepelryaToro Ha CeBepHOM IpaHu -
e apeajia n1y6a yeperryaroro B Kocrpomckoit, Teep-
ckoil u Bonoroackoit o6ia. Emie omHON NMpUYWHON
CPaBHUTEILHO BBICOKOTO T'€HETUYECKOI'O Pa3HO00-
pa3usi B CEBEpHBIX AyOpaBax MOXKET OBITH TO, YTO
cHIDKeHUEe 3(hPEKTUBHOM YMCICHHOCTH TTOITYJISIIINIA
MOIJIO IIPOM3O0MTU 3HECh JIMIIb B UCTOPUYECKU HE-
naBHee BpeMs. I1o maHHBIM majieorpauyecKux KC-
cJIeIOBaHWiII TpaHUIA IIMPOKOJMCTBEHHBIX JISCOB
paHee pacriojiarajach CEBEpHEe M CMECTUJIach U3-3a
KJIMMaTU4YeCKMX M3MeHeHuit Ha tor Ha 300—700 km
JI0 COBPEMEHHOTO IIpeliesia TOJIbKO B ITO3IHEM IOJIo-
neHe [23]. CoxkpaleHue IIomaneii IyooBbIX HacaxK-
JIEHUI1 CTaJIO0 CYIIECTBEHHBIM JIUIIb B IIPOILILIOM ThI-
CSIUeIeTUM M3-3a BCE BO3pACTAIOIIErO XO3SiICTBEH-
HOTro ocBOoeHUs Tepputopuii [24], a B XX B. uU3-3a
KOMILIeKca (haKTOPOB — aHOMAJIbHO XOJIOAHBIX 3UM,
COMPOBOX/IAIOIIMXCS BCTBIIIKAMU 9HTOMOBPENUTE-
el u ¢puronaroreHos [11]. Bo3amoxxHo 1mmosTomy, ¢
Y4eTOM HOJITOJIeTUsI ayda depelnrdaroro, (eHOMEH
CHUIKEHUSI T€HETUYECKOTO pa3HOoOoOpa3usi B MaslbIX
M30JIMPOBAHHBIX KPAaeBbIX MOIMYIILMIX [S] B ceBep-
HBIX IyOpaBax e1lie He HaOJIroJaeTCs.

B uccienoBaHHBIX MOMYJSILIMSAX BBISBIEH CpaB-
HUTEJIbHO HEeOOJIbIION, HO CTATUCTUYECKU TOCTOBEP-
HBbIIA YpOBEHb MEXIIONYJSIIMOHHON AuddepeHiima-
uuu (delta_T = 0.0993, Fst = 0.0725). I'eHeTuueckue
paccTosiHUs d, MeXIy TOMyJIslUsIMU BapbUpPYIOT B
npenaenax 0.104—0.144 (B cpenneM d, = 0.125 + 0.003).
OHM ObUIM CTAaTUCTUYECKU HEIOCTOBEPHBIMU JIWIIIb
miasg map Beidbopok Kir 1/Vig 1 (d, = 0.104),
Tvr 2/Vlg 1(d,=0.112) u VId_2/Vlg_1 (d, = 0.104).
HawnGompiunii BKj1aa B 00LYI0 MEXIOMYISLUOHHYIO
nuddepeHIrauo BHOCIT 1yopaBbl U3 Pecrmyoauku
Mapwuii D1 u KoctpoMmckoii 06J1. 'eHeTMUecKue pac-
CTOSTHHMS B Tapax ¢ ydacTueM Beioopok Mar u Kst_ 2
coctaBusiv 3HaueHus1 d, = 0.134 + 0.004 u d, = 0.131 =
* 0.005 cooTBeTCTBeHHO. MeX Iy OCTaIbHBIMU Mapa-
MU TTOMYJISILIMI BeJIMUMHA MTOKAa3aTeJIsl CHUXKAETCsI 10
dy, = 0.120 = 0.003. ITokazarensb auddepeHInALIIU
rrorryssauwmii (B cpenteM O = 0.099 £ 0.005) B BEIGOP-
kax VId_2, Kir_1, Tvr_2 u Vlg_1 cocrasisier 3Haue-
Hus 0.094 = 0.009, 0.094 + 0.008, 0.096 £ 0.010 u
0.084 + 0.007 cooTBeTCTBEHHO. Y BBIOOPOK Mar (8 =
=(.116 = 0.010) u Kst_2 (6; = 0.111 £ 0.010) oHu BEIIIIE
Ha 26.1 n 20.7%. CpaBHUTeNIbHAs BBICOKAsI TeHETH-
yeckasl MmoJpasaeleHHOCTh HEKOTOPBIX COCEACTBYIO-
mux momyassuuii (Beioopku Vig 1 u Kst 2, Mar u
Kir 1) m orHOocuTenabHass OGIU30CTh TeHOMOHIOB B
reorpadmueck ynajJeHHbIX HacaxaeHusx (VId 2,

Vlg_ 1, Kir 1) mpotmBopedaT MomeId ‘““U30JISILIUU
paccTostHueM”, CBSI3b reorpauIecKrx U reHeThIe-
CKMX pacCTOSIHU# OTCYTCTBYIOT. HarmsimHo aToT he-
HOMEH JIeMOHCTpUpPYET KjacTepusaliusi BbIOOPOK
(puc. 1,6). Ananu3 B iporpamme STRUCTURE 2.3.4
TTOKa3bIBaCT BBIPAXKCHHBIC PA3TAYMS ITOIYJISIINA,
ocobeHHo Mar u Kst_2.

B pabote [24] nmpoBeneH aHaiInu3 MHPOPMAILIMU O
COIepKaHMsI TTbLIbLBI IPEeBECHBIX pacTeHuii B Bo-
crouHoii EBpone 3a mocnegnue 12500 net. Ha reppu-
Topuu OT [1pUBOIKCKOI BO3BBIIIICHHOCTHU A0 3amana
YKpauHbI BHISIBJIEHEI CEMb OCHOBHBIX pPeyruyMOB,
rae ay6 yepelrdaTsiii MpUCYTCTBOBAJ 32 BECh aHAIM -
3UpYyEMbIii IEPUOJ U B 3aBUCUMOCTU OT COCTOSIHUSI
KJIUMaTa NEepUOINYECKN OCYIISCTBISUI SKCITAHCUIO
Ha ceBep. JlMHaMuKa ITONyJISIIMOHHBIX BOJIH He TPO-
UCXOOUIIA WCKITIIOUUTETHbHO (DPOHTAILHO, PacIpo-
CTpaHeHMe BUIA YAaCTO OCYIIECTBIISIOCH 10 MoiMam
pa3BETBJIEHHOM CETH peK M3-3a O0JIbIIIeH 3KOI0rnye-
CKOI1 0JIarONPUSITHOCTH PEUYHBIX DKOCUCTEM JIST Ce-
MEHHOTO pa3sMHOXEHUS N cCOXpaHHOCTU Buaa [25].

B HacToseit padote 1o Jjokycam SNP Ha uccie-
JIOBAaHHOI TEPPUTOPUHU BBISIBICHO OTCYTCTBUE 3aKO-
HOMEPHO! IIOIYJISIIIMOHHO-TEHETUYECKOM CTPYKTY-
pBl o1y0a YepelryaToro Ha CeBEepHOM 4YacTH apeana,
CYILIECTBOBAaHUE I'€HETUYECKM CBOCOOPA3HBIX IOIMY-
Jsiuii. Bo3MoXHO 3TOT (peHOMEH BbI3BaH MHOXeE-
CTBEHHOCTbIO M Pa3HOBO3PAaCTHOCTHIO Pe(YriuyMOB
[24, 26], cTOXHOCTBIO MYTE MUTPALIMU J1y0a Yepeli-
JaTOTro 13 JISTHUKOBBIX yoeskunl Ha ceBep [27]. Hatme
HCclIefoBaHUe TOKa3bIBaeT HEOOXOMIMMOCTb aHAJIO-
TMYHBIX UCCJICAOBAaHUI B IPYIMX YacTsIX apeajia, 4To
MO3BOJIUT CJIOXUTh “Ma3i’” reHOMOHIO0B JOKATbHBIX
nonyasgnuii nyda depemnryaroro B Poccum B eanHyio
reHoreorpadmndeckyro KaptuHy. Kpome HecoMHEH-
HOI HayYHOI 3HAUMMOCTH TaK1X pabOT, OHU aKTyaJIb-
HEl B MHTEpecaxX JECHOIO XO3SCTBA — IUII HAYYHO
00OCHOBAHHOIO BElEHMsI JIECOCEMEHHOIO U JIeCO-
KyJIbTYPHOTO Jiejia, CO3AaHUs U DKCITyaTalluu 00b-
eKToB EIMHOro reHeTMKO-CeIeKIIMOHHOIO KOM-
IUieKca 1 ap.

HUccnenpoBanue mnpoBelneHO 3a cueT rpaHTa Poc-
cuiickoro HaydHoro ¢oHaa Ne 19-16-00084.

Hacrosias craTbs He COOCPXKUT KaKMX-JI100 UC-
CJIeIOBaHUI C MCITOJIb30BAaHUEM B KaueCTBE OObEKTa
KNBOTHBIX.

Hacrosias craThs He COAEPKUT KaKUX-JIU00 UC-
CJICIOBAHUI C yJyacTHeM B Ka4eCTBE OOBEKTa JTIOACH.

ABTOpBI 3asBISIOT, YTO Y HUX HET KOH(JIMKTA WH-
TEPECOB.
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Genetic Diversity and Differentiation of Northern Populations
of Pedunculate OAK Based on Analysis of New SNP Markers

B. Degen?, Y. A. Yanbaev” *, R. Y. Ianbaev* ¢,
S. Y. Bakhtina®, A. A. Gabitova® <, and A. A. Tagiriva® ¢
4[nstitute of Forest Genetics, Grosshansdorf, 22927 Germany
b Bashkir State Agrarian University, Ufa, 450001 Russia
“Bashkir State University, Ufa, 450076 Russia
*e-mail: Yanbaev_ua@mail.ru

The gene pool of populations of pedunculate oak (Quercus robur L.) from the North of the Russian part of
the species’ range was studied using a set of 94 SNP loci. They were developed using the new generation DNA
sequencing technology (ddRAD). Similar levels of genetic diversity was found in isolated stands with a small
number of trees (expected heterozygosity Hg = 0.313 & 0.011, observed heterozygosity Hy = 0.334 £ 0.004,
allelic diversity v, = 1.540 £ 0.021, coefficient of inbreeding F;g = —0.067) and in relatively large populations
(Hg=0.306 £ 0.010, Hy = 0.318 £ 0.012, v, = 1.530 £ 0.021, Fig = —0.039). Statistically significant levels of
inter-population differentiation and population fixation (delta_T = 0.099; Fgp = 0.0725) were detected.
Bayesian cluster analysis allowed identifying genetically distinct genetic groups. The results obtained are dis-
cussed taking into account the history of the distribution of pedunculate oak in the North of its range.

Keywords: pedunculate oak, SNP, gene pool, population.
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