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O030p NOCBSIIEH ONMMCAHMUIO aJlIeJIbHBIX BApUAHTOB reHOB RAt 1 MX BIUSHUS Ha TIPU3HAKM, CBSI3aHHBIE C
POCTOM, pa3BUTHEM M YPOXKANHOCTBIO pacTeHUIT MIIeHUIIbI. PaccMOTpeHO BiIMsiHME TeHOB RAf Ha pOCT 1
pa3BUTHE pacTeHUI NMeHULBI Yepe3 mocpenctso DELLA-6enkos. Ilpennaraercss HoBas KiiaccuuKais
pacCTEHUIA TILIEHUII 110 BBICOTE (ITMHE cTe0JIs1), OCHOBAaHHAsI HA HAJIMYMU,/OTCYTCTBUU B MX TEHOTHUITAX KOH-
KPETHBIX ajuiesieii TeHOB RAt, onipeaesieMbIX MOJIEKYISIPHO-T€HETUYECKUMU METOIAMMU.

Karouesvie caoea: 3eneHast peBOIOLMSI, KOPOTKOCTEOEIBHOCTh, T€EHETUYECKUIT KOHTPOJIb, TeHBI RAf,

DELLA-6Genku.
DOI: 10.31857/S0016675821020107

B 1950—1960 1T. B MUPOBOM arpapHOM CEKTOpe
npousollia “3ejJeHas peBOJIIOLMS”, 00yCIOBUBILIAS
3HAYUTEJIbHOE YBEJIMYCHME BaJIOBOro cOopa 3epHa
MsTKoi mmneHuusl (Triticum aestivum L.) B pa3BuBa-
ouuxcsa crpaHax (Mekcuka, Konymousi, Uuous,
IMaxucran u psg npyrux crpaH FOx#Hoii n FOro-Bo-
cTouHOM A3un). 1 yBeaudeHUs: ypOXKaiHOCTHU Ce-
JIKIIMOHEpaMU ObIJIM YCIIEITHO MCIOJIb30BaHbl pac-
TeHMsI IIIECHUIIbI, HEYYBCTBUTEIbHbIC K IJIMHE THS
(poTonepuomy), yCTOMYMBEIE K ITOJIETAHUIO 1 00J1a1a-
IOoII1e€ BBICOKOI MPOAYKTUBHOCTBIO, OOYCJIOBJIIEHHOI
OT3bIBUMBOCTHIO MHTEHCUBHBIX COPTOB MIIICHUIILI HA
BBICOKME 103bl MUHEPaAJIbHBIX ynoopeHuii [1—6]. Cun-
TaeTcsl, YTO IIUPOKOE MCMOJb30BaHUE B CEILCKOXO-
3ICTBEHHOM IIPOM3BOACTBE KOPOTKOCTEOETbHBIX
PAaCTEHUII MSTKOI IIIIEHUIIbI SBJISJIOCH KIIHOUYEBBIM
MOMEHTOM ycIleXa BCeX MPOrpaMM CeJeKIUU TIe-
HUII B X07i¢ “3eJICHOI peBOIIOLINN 1 00YCIIOBIMBAJIO
MOBCEMECTHOE YBeJIMUeHUe ypozkaifHocTu [7], cBs-
3aHHOE B MEPBYIO OYepelb C YCTOMYMBOCTBIO pacTe-
HUIT HOBBIX COPTOB K moJjieraHuio (tolerance to lodg-
ing) mpu UCITOJIb30BaHUY BHICOKUX 103 MUHEPATbHBIX
ynoopeHuii [8]. B cBow ouepeab, B TAKOM ITOBBIIIE-
HUM YCTOMYMBOCTY MIIEHUIILI K TIOJIETAHUIO 32 CYET
KOPOTKOCTEOEIbHOCTH TJIaBE€HCTBYIOIILYIO POJIb ChIrpa-
Jm reHbl RAt (ot aHm. reduced height), KoHTpoUpyto-
IIYe BBIPpAXXEHHOCTh IIpM3HAKa “BBEICOTA pacTeHUs”’
[9]. MyTaHTHBIE ajUIeIN 3TUX T€HOB O0YCIOBINBAIOT
CYILIECTBEHHOE YMEHbBIIIEHUE BBICOTHI pacTeHUs 3a
CUET YKOPOUYCHMSI JJIMHEI UX CTeOJIsI. DTO IIO3BOJISICT
pPacTeHMIO yIepXUBaThb 0oJiee TSKEJIbIA KOJIOC U He

MoJIeraTh, HECMOTPSI HAa TO YTO MEXaHNYECKasl yCTOM-
YUBOCTb CTEOJISI KOPOTKOCTEOEIbHBIX COPTOB TIIIIE-
HUILIBI HE BHILIE, YeM Y OOBIYHBIX (~100—120 cm) 1 na-
ke BbIcOKOopocibiX (~120—140 cm) copros [10]. ITpu
MOJIETAaHUU PACTEeHUM Pe3KOo CHMXaeTcsl 3(h(heKTUB-
HOCTb MEXaHM3MPOBAHHOI yOOpKHU; Oojiee TOro, Ka-
YeCTBO 3€pHa MagacT M3-3a ITOBBIIICHHON BJIaXKHO-
CTH, TaK KaK KOJIOC TTOJICTIINX PACTCHUI OKa3blBaeT-
Csl TIOKPBIT APYTMMHM pPacTeHUSIMM WM JIEXUT Ha
BlaxkHoU 1ouBe. [IpyM MHTEHCUBHBIX TEXHOJIOTHSIX
BO3JIEJIBIBAHUS CYILIIECTBEHHOE YBEIUUECHUE YpOXKaii-
HOCTH JAIOT PacCTeHUS TOJIBKO C ITOJIYKApIUKOBBIMU
KOpOTKOCcTeOenbHBIM peHoTUItaMu [11]. Takme pac-
TEHUSI XapaKTepU3YIOTCS YMEHbBIIEHUEM JIUHbI
cTebJIs cooTBeTCTBeHHO Ha 24—30 1 40—50% ot Hop-
MBbI (CTaHIapTa), B TO BpeMsl KaK 3HAUUTEJIbHO MEHEe
ypoxaiiHble KapaukoBble — Ha 50—60% (puc. 1). Ins
onucaHus (PEHOTUIIOB PACTEHMIA IMIIEHUI 110 IIPU-
3HaKy “BbICOTa pacTeHUs (JUIMHA CTE€0JIsT)” MBI COWIN
LeJiecooOpa3HbIM MOABECTU MOJ “TUOPUIHYIO”
KJ1accu(uKaliio, OCHOBaHHYIO Ha paboTtax S. Boro-
evic [12] m M.M. fxybumHepa ¢ coant. [13] n cio-
JKUBIIYIOCSI K HACTOSIILIEMY BPEMEHU B PYCCKOSI3bIU-
HOM TpaIuILUM ITIepeBoIa AaHITINMACKNX TEPMUHOB, Ka-
capommxcsa  eHoTurioB  [14], MoneKysipHO-
TeHEeTUYECKYI0 OCHOBY (cM. puc. 1). Ilpu 3ToM npen-
IMOYTEeHME OTIaHO IIepBoMy aBTopy (S. Boroevic [12]).
Mpbl npuHSIM TiepeBon “stunted” kKak “maiopoc-
Jbie”, “dwarf” — kak “kapauku”, “semidwarf” — kak
“moyrykapiuku”, “short straw” — KOpOTKOCTeOeIb-
Hble, “middle straw” Kak cpenHepocable, “tall
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128 CYXUX u np.

straw” — KakK IJIMHHOCTEeOEIbHbBIE (BHICOKOPOCIIBIE).
B aHrnosi3piuHOM JIUTEpaType OTCYTCTBYET TEPMUH
“extreme tall straw”, Tak KaK Takue copTa BCTpeyda-
IOTCSI TOJIBKO B CTapomaBHeM copTuMeHTe Poccum u
IMonpmm [13] 1 He TIpeacTaBiIeHBI B 3allagHbBIX ITy0-
JmKauusax. HecMoTpst Ha HECOBEPIIIEHCTBO U IPOTU -
BOPEUYMBOCTH KJIaCCU(DUKAINIA COPTOOOPA3IIOB ITIIIe-
HuLE S. Boroevic [12] 1 M. M. SIkyboumHepa ¢ coTp.
[13] mo BEICOTE pacTeHMIi, K HAaCTOSIIIeMY BpeMEHU
HUYEro JIy4llle He mpeajiokeHo. B kiraccudukaimio
HaMM BHECEHO €llle¢ OJJHO HOBIIIECTBO: HAMM JIOIIO0JI-
HUTEJIBHO pa3ieiieHbl ITOJIYKApJIUKA 1 KOPOTKOCTE-
OeJIbHBbIE pacTEHUS Ha ABa KJIacCa — COOTBETCTBEHHO
MOJIYKapJAUKM | 1 MOJIyKapJuKH 2, a TAKXKe KOPOTKO-
crebenbHbIe 1 M KOPOTKOCTEOEIbHEIE 2, B COOTBET-
CTBHMU C HAJIUYMEM Y HUX TeHOB RAt Nn UX ajieseit.
MBI yunu paHee BbICKa3aHHYIO KPUTUKY 3THUX KJlac-
cudukauuii [9, 15]. HeomHOKpaTHO OoTMeYaiach 3a-
BHUCHMOCTD BBIPAaXXE€HHOCTH IpM3HaKa “BBICOTa pac-
TEHU” OT ycjioBUi BHelnHel cpenbl [9, 15, 16] u,
KaK CJIEICTBUE, YCIIOBHOCTbD ACJIEHUSI COPTOOOPa31IoB
MIIIeHUIBI Ha Kaacchl [9, 15]. B ciyyae ncnoab3oBa-
HUST HE MapKEPHBIX COPTOB (CTaHIApPTOB), a UHGOP-
MaIU O KOHKPETHBIX aJUIeJIsIX MyTaHTHBIX TeHOB RAt
(cm. puc. 1), T.e. cTaOMIBHBIX IIPU JIOOBIX BHEIITHUX
ycnosusax JHK-mapkepoB, Takas kiaccugpuKamms
CTaHOBUTCS Ha HAJCKHYIO OCHOBY U IIEPECTAET ObITh
MMOABEPXKECHHON MOIMGMUIUPYIOIIEMY IEHCTBUIO
OKPY2KaIOLIEU Cpeibl.

MPONUCXOXIAEHHWE MYTAHTHBIX
AJUUIEJIEN TEHOB RAt

HeynuBurenbHO, 4TO IIOCJE MEPBBIX YCIIEIIHBIX
9KCIEPUMEHTOB II0 BO3AECIBIBAHUIO KOPOTKOCTE-
OeJIbHBIX COPTOB MILIECHUI UCCIEA0BATEIN CO BCETO
MHUpa 3aHSJINCh IIOMCKOM TI€HOB, HPUBOISIINX K
YMEHBIIIEHUIO BBICOTHI PACTEHMIA 32 CYET YMEHbIIIE-
HUSl JUIMHBI UX CTeOJisl, U U3ydeHUEM MEeXaHU3MOB
JIeMICTBUS TaKMX TeHOB. Bcero Ha ceromHsIIIHMIT TeHb
onucaHo 19 reHoB RAf, B TOM YMCJI€ CEMb MYTaHTHBIX
ajuiesieii reHa Rhf- 1, a Takke psia ajjeneit reHa Rht§
(Tabin. 1), BcecTopoHHEE U3yYEeHNE KOTOPBIX IT03BO-
JIWJIO B 3HAYMTEJIBHOM CTENEeHM PacIIMpUTh T'E€HO-
¢GOoHI KOPOTKOCTEOSABbHBIX MILIEHUIL IJIsI YCITOJb30-
BaHUSI B CEJICKIIMOHHBIX IPOrpaMMax KaK MSTKOM
[17], Tak m TBepmoit meHwnI [15]. IlepBeiMU U3 re-
HOB, BJIUSIIOLIMX HA BRIPAXXEHHOCTD MPU3HaKa “ -
Ha cTeOs1” y NIIeHUIIBI, OBLJIM OIMCaHBI TeHbl RAL-1
(Tabu. 1), nsHayabHO 0003HaYeHHBIE Kak Sd 1 u Sd2
[18]. CumBoauka Sd1 v Sd2 Oblna npu3HaHa HeyIad-
Hoit 1 R.A. Mclntosh 3ameHM ee Ha OoJiee yIauHyIO
c ero Toukm 3peHus1, Rhr [19]. IlokazaHo, 4TO My-
TaHTHBIE aJIJIeJIM JaHHBIX TeHOB, OOYCIOBIMBAIOIINE
Ppa3HYyIO BEIPAXXEHHOCTh IIPU3HAKOB “KapJIMKOBOCTh”’
M “KOPOTKOCTEOESIILHOCTD y IIIIEHULIBI, ITUPOKO MC-
MOJIb30BaAJIUCH [ 17] M 1O CUX TTOp UCTIOIB3YIOTCS B Ce-
JIEKIIMOHHBIX IIpOrpamMMax 110 BceMy MUpy. MyTaHT-
HBI€ aJUIEJId TE€HOB-TOMOJIOTOB Rhf-1 BBISIBIICHBI

TOJILKO B TeHoMax B 1 D monuIuionaHbIX MIIEHMNII.
ODTU anjenu, TPUBOISIINE K YKOPOYESHUIO JJIMHBI
cTe61s1, ObUTN NIeHTU(UIINPOBaHEI 6oJiee ueM y 70%
“KapJMKOBBIX” (B OTEUYECTBEHHOM JUTEpaType “KO-
POTKOCTEOEIbHBIX’) COPTOB MIilleHUIIBI B Mmupe [20].
I1pu 3TOM annenbHble BapuaHThl Rht-B1b v Rht-D1b
OBLIU BBISIBIIEHBI Y U3Y4EHHBIX COPTOB B 90% ciyuaeB
[21]. OGa MyTaHTHBIX aJUIEJISI IPOUCXOAST OT ITOJIy-
KapJUKOBOI'O SIOHCKOTO COpPTa MSTKOIl MIIEHUIIBI
Norin 10. B MexnyHapogHOM LIEHTpPE T10 YITydIIIe-
HUIO TTIeHU1IBI 1 KyKypy3sl (CUMMMUT, Mekcuka)
OpHU CeJIEKIIMM Ha KOPOTKOCTEOEJIbHOCTh OBbLI MC-
MOJIb30BaH €ro HU3KOPOCIIBbIA TMOPH, C BEICOKOPOC-
aeiM coptoM Brevor (muaust Norin 10-Brevor 14,
=cuHoHuM Sel. 14 (CI 13253)) [22].

Humepnpemauusi MOAEKYAAPHbIMU OUOA02AMU
nouamuil “oomunanmuocmu’”/ “peyeccueHocmu’”
2eHoe Rht

“JIoOMMHAHTHOCTE” M “pelieCCMBHOCTh” — OYEHb
Ba)KHBIE XapaKTepUCTUKU TeHOB. OHM BaXKHBI KaK IpH1
M3y4eHNH XapaKTepa HacjaeIoBaHUs IIPU3HAKOB, TaK U
B CEJIIEKIIMOHHBIX paboTax ISl IUIAHUPOBAHUS CXEM
CKpellMBaHMSI U BbIOOpa cTpareruu oroopa. B Mupo-
BOil nmuTepatype M B “Karajore CMMBOJIOB I'€HOB
mueHnbl” [19] cnoxmmack HeOObICHUMAS TPATALIAS
0003HavaTh pelieCCUBHBIC TeHBI 1t ] U rht2 cuMBOIaMU
NOMUHAHTHBIX TeHOB RAt] n Rht2. B nociaeaHux usnoa-
ausx “Karasora...” , BBIIMyCKaeMbBIX IIPH aKTUBHOM yda-
CTUU MOJICKY/ISIPHBIX OMOJIOTOB, TaHHBIE TeHBI TIPUBO-
ISTCS KaK ajuleJid TeHOB-OPTOJIOTOB (TOMOJIOTOB)
Rht-1[23]. JoMUHaHTHBIC ajjIe]IN TTOJYyIMIIA, HAKO-
Hell, afeKBaTHble CUMBOJBL Rht-Bla i Rht-Dla, HO
npu 3ToM ayuienu Rht-B1b v Rht-D1b, HecMOTps1 Ha
TO YTO OHM O0O3HAYeHBI KaK IOMMHAHTHBIE (C 3a-
rJIaBHOI1 OYKBBI), olMcaHbl aBTopamMu “Karasora...”
Kak pereccuBHbIe. OIHAKO 1 B 3TOM CJIydae MyTaHT-
HBI TTOJIYIOMWHAHTHEIN TeH RAf3 TTOIyInia CUMBOJI
Rht-Blc, 1.e. peueccuBHoro amiens. Madopmaius o
TUIIE HACJICHOBaHUSI IIPU3HAKaA “KOPOTKOCTEOEIIb-
HOCTH” (DOMMHAHTHOCTH/PEILIECCUBHOCTH TE€HOB)
naHa B Ta6i1. 1. B “Karasore...” Takke COXWIach He-
oIpee/icHHas] CUTyaldsi U C JIOMUHAHTHOCTBIO—pe-
IIeCCUBHOCTBIO ajuteneii reHa RAtS. Ecom B MoteKysip-
HOI OMOJTOTMY TTIOHSITUE “ajUleSIn” — 3TO BApUaHThI HE-
KUX TTOCJIEAOBATEILHOCTEI T€HOB, TO IS TEHETUKU U
CeJIeKIIMM HeoOXomnMa KOHKpeTHas nHpopMalus o0
aJUTeJIbHBIX BapMaHTaX TeHOB U, YTO HE MEHee BaXKHO, O
MeXXaJUleIbHOM B3auMmogmeiictumn. MHbopmamus o
JTOMMHAHTHOCTH/PELIECCUBHOCTU APYTUX Te€HOB, Ha-
npumep Ppd [24] vim reH Q [25], B “Karanore...”
TaK>Ke MpeJCcTaBlIcHa HEYIOBJICTBOPUTEIILHO.

Hcemounuku mymanmmuoix eenoe Rht

EcTtecTBeHHbBIE (MPpUPOOHBIC) MyTallMK, OOYCIIOB-
JIUBaloIIe YKOPOUYeHUEe IJIMHBI CTe0Is Y MIEeHULIbI,
3a McKJnioueHneM amnnesieii Rht-Bilb, Rht-D1b, Rht4d n
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JnuHa cTeond, % A Annenu reHoB Rht ®denoTun pacreHuit
140 |-
DKcTpeMaabHO
JIUTMHHOCTEOETbHBIE
130 (extreme tall straw)
Y
JInuHHOCTEOEIbHbIE
M 120 - (tall straw)
110 |-
—//— OOBIYHBIE*
M (normal/standart tall straw)
100 |-
Rht-B1b sy, Rht4, CpenHepociible
M Rht9, Rht24 (middle straw)
90 |-
Rht6, Rht15, Rht1S, Rht25 KoportkocrtebenbHbie 1
(short straw)
80 |- -
Rht-B1b, Rht-D1b, Rht§, KopoTkocTeGenbHble 2
Rht13?, gzgg, Rht19, (short straw)
70 |- 3
Rht-Ble, Rht-Blp, Rht8, Monykapuku 1
Rht14, Rht22, Rht23 (semidwarf)
60 |- ;
Rht-BIc*, Rht5°, Rht12, TMonyKapiuku 2
Rht13° (semidwarf)
50
7
Rht-BIc’, Rhi5® Kapauxu
(dwarf)
40 |-
Rht-D Ic**
30l Manopocibie
(stunted)
20 |
10

* — B IIOHATUM “3€JICHOM peBOIIOLNN
** — B cOYETAaHUM C APYTUMMU aJUICISIMU TeHOB Rht

Puc. 1. Cxema BIusIHUSI MyTaHTHBIX aJljiesieil Rht-reHOB Ha BbIpaXK€HHOCTb MPU3HaKa “IUIMHa cTe0Is1” MILeHUL] IO CPaBHEHUIO
C OOBIYHOM IJIMHOM (ycpenHeHHble naHHble). HopmanbHas miuHa (standard) npunsra 3a 100%. LlndpamMu Hag reHamMu 060-
3HAa4YeHbl UICTOYHUKU JIMTEPATYPbI, B KOTOPBIX IS IPEICTABIEHHBIX HA PUCYHKE MYyTaHTHBIX ajulesieil reHOB RAf yKa3aHa pas-
nnanas wmHa cre6ms. 2568 78,94, 96]; 3 — [97]; 4 — [521; 7 — [77].

Rht8, ormcaHbl KpaitHe penko. Hampumep, noMu-  IOIMyJISIIMM PeKOMOMHAHTHBIX MHOpPEIHBIX JIMHUM,
HaHTHBIN TeH Rht24 Obln oOHApYXEH Cpeau peKOM-  ITIOJY4EeHHBIX OT CKpEIIMBaHUS OBYX KOPOTKOCTE-
OMHAHTOB B WHOPEOHBIX JIMHUSX, TMOJydeHHbIX OT OeabHbix ¢opMm UCI110 (renotun Rht-DIb) n Pl
ckpemmBanus muauit Jingdong 8 n Aikang 58 [26]. B 610750 (renortunt Rht-B1b), HemaBHO ObUT BBLISIBIEH

TEHETUKA Ttom 57 Ne2 2021



130

CYXUX u np.

Ta6auna 1. Cniucok reHOB RAf 1 X TOHOPOB

Jlokanuzauus WNctounuk
T'en/annens Tun HacnenoBaHus HoHop

B XpOMOCOME JINTePATyphl
rht-B1/Rht-B1b (Rht1) PenieccuBHbIi 4BS Norin 10 [40, 54, 92]
Rht-B1/Rht-Blc (Rht3) TTomynoMmuHAHTHBIN 4BS Tom Thumb [54, 76]
rht-B1/Rht-Ble (Rht11) PelieccuBHBbI 4BS Karlik 1 [54, 79]
rht-B1/Rht-Blp (Rht17) » 4BS Chris M1 [33, 54]
rht-B1/Rht-Blbgsyox » 4BS Kronos [27]
rht-D1/Rht-D1b (Rht2) » 4DS Norin 10 [54, 92]
Rht-D1/Rht-DIc (Rht10) JloMUHAHTHBIH 4DS Ai-Bian [54, 93]
Rht4 » 2BL Burt M937 [54, 94]
Rht5 » 3BS Marfed M1 [54, 94]
Rht6 » Her manneix | Magnif 41 [54, 78]
Rht7 » 2AS BerséeMult [54, 79]
Rht8/Rht8a (WMS261-165)* ? 2DS Mara, Sava [54, 94]
RAt8/Rht8h (WMS261-174) ? 2DS Odom [88]
Rht8/RhtSc (WMS261-192) | JOMUHAHTHBII 2DS KpacHomapckuii Kapamuk [87]
Rht9* » 7BL Mara [54, 95]
Rht12 » S5AL Karcagi 522M7K [54, 94]
Rht13 » 7BS Magnifi 41M1 [54, 64, 96]
Rht14 » Her nannpix | Castelporziano [54, 78]
Rht15 » » Durox [54, 77]
Rht16 » » Edmore M1 [54, 78]
Rht18 » 6A Icaro [54,90]
Rht19 » Hert nanusix | Vic M1 [54, 78]
Rht20 » » Burt M860 [54, 78]
Rht22 » 7AS Aiganfanmai [89]
Rht23 » 5DL Sumai 3 [91]
Rht24 » 6AL Aikang 58 X Jingdong 8 [26]
Rht25 » 6AS UCI1110 x P1610750 [28]

* Panee o603HayeHHbIe D.b. AnueBbiM [47] TeMu ke cuMBoJIaMM TeHbl RAt8 1 Rht 9 u ToKaau30BaHHBIE aBTOPOM B XpomMocoMax 2B u
2D coptoB Sharbati Sonora u Ckopocnesnka 35 He uaeHTU(PUIMPOBaHBL. BO3MOXKXHO, CHMXKEHME BBICOTBI Y 3TUX COPTOB — pe3yJIbTaT
rieiioTporHoro adexra TOMUHAHTHBIX TeHOB Ppd2 v Ppd I, KOHTPOJIUPYIOLIMX B HUX HEUYBCTBUTEIBHOCTB K IUTMHE AHs [9]. Takke
JIO CUX IIOP He MASHTU(DUIIMPOBaHbI TeHbl y MyTaHTOB copTa MupoHoBckast 808, moayyeHHbix JI.A. ITucapesoii [48], HazBaHHBIX Kap-

vk, [Monykapnauk u JI-39.

JTOMWHAHTHBIN reH RAt25 [27]. MyTaHTHBII ajjienb
Rht25b, BBI3BIBAIOIINI KOPOTKOCTEOEIBHOCTD (semi-
dwarf), mo-BuIMMOMY, IPOMCXOOUT OT POOUTEISI-CUH-
TETUKA, Y KOTOPOTO JINOO COPT TBEpIOi IeHUIIEI ( 7Fit-
icum durum Desf.) Croc 1, mnbo obpa3sel] JUKOro BUIa
Aegilops tauschii Coss. (syn. Ae. squarrosa 1..) ObUI1 ICTOY-
HUKOM HOBOTIO aJUleJisl TeHa, JeTePMUHUPYIOIIErO KO-
poTKocTebeNbHbIN (heHOTUI [28]. CTOUT OTMETUTD, UTO
00pa31pl ToHOpa TeHoMa D moNMMITIONIHBIX ITIIIESHMIT
Aegilops tauschii MoryT oKa3aTbCsI IEPCIIEKTUBHBIMU
WCTOYHMKAMM HOBBIX TeHOB RAt [29].

B 1970-e rr. mocpencTBOM MCIIOJIb30BaHUS METO-
JIOB MyTareHe3a yaaJlochb MOJYYWUTh 3HAUYUTEIbHOE
YMCJIO HOBBIX 3(h(EeKTUBHBIX ajUleeii TeHOB Rht. A
WUMEHHO TeHbI Rht12, Rht14n Rhtl18 Ob1ny BBIIEICHBI

u3 1moromMcTB ruopuaoB Ningchun 45, Karcagi 12 n
cenekiMoHHbIX TuHuit Castelporziano (P1347731) u
Icaro (PI503555), npoucxoasiiux u3 pagualuOHHbBIX
myTtaHTOB copToB Karcagi, Capelli 1 Anhinga, TToy4eH-
HBIX B pe3yJibTaTe 00pabOTKU WX 3epeH raMmMma-jiydyamu,
MEUIEHHBIMU WM OBICTPBIMU HEWTPOHAMU COOTBET-
ctBeHHO [30—32]. Xumuueckuit MyTareHe3, a UMEHHO
HUCMOJIb30BaHUe 3TUIMeTaHcyIbdoHara (EMS) u me-
TWIHATpoMOoYeBUHBI (MNM), ObLT IpUMEHEH 15T 00-
pabotkm 3epeH coptoB Marfed, Chris m Edmor. B pe-
3yJIbTaTe ObUIM BbIIEJIEHbI MYTaHTHbIE KOPOTKOCTE-
6espHbIe hopMbl Marfed M, Mutant Chris (MN6616M)
n Edmore M1 (P1499362), y KOTOpBIX OB OOHApY-
JKeHbl HOBbIE T€HBbl W aJljieJiu TeHOB Rhf, a UMEHHO
Rht5, Rht16, Rht-Ble n Rht-Blp, oGycnoBauBalome
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Rht-1 (Rht-B1b, Rht-Blc, Rht-Ble,
Rht—B[p, Rht‘Ble_gng, Rht—le,
Rhi-Dlc)

Rht4, Rht5, Rht6, Rht7, Rht8, Rht9,
Rht12, Rht13, Rht14, Rht15, Rht16,
Rht18, Rht19, Rht20, Rht25

A

4

Rht22, Rht23, Rht24

Puc. 2. PacripeneneHue reHoB RAt Ha 4yBCTBUTEJIbHBIC, HEUYBCTBUTEIbHBIE K TMOOEPEUIMHY, a TAKXKe ¢ HEONpeeIeHHbIM Xa-

paxktepoM peakiuu (?).

yMeHbIlleHne IMHEL cTeoist [30, 33, 34]. B eme oxn-
HOM 2KCITIepMMEHTE MYTaHTHBIE PACTEHMUS TIIIIEHUITHI
C Pa3IMYHON CTETEeHbIO BBIPAXKEHHOCTU IIPpU3HAKa
“nnuHa cTe6nss” (Bcero 366 MyTaHTOB) ObUIU MOJY-
YyeHbl KaK XMMHUYECKUM (B pe3yabTaTe 00padOTKM
EMS), Tak ¥ paauvalilMOHHBIM (ramMMa-oO0JydeHue)
MyTareHe30M IIpu 00paboTKe 3epeH KUTaCKOTo
copta Msrkoi nieHunsl Jing 411. B nokonenun Mg
BTOTO MYTaHTa OBUIM BBIACICHBI TEPCIIEKTUBHBIE
HHM3KOPOCIbIe (KOPOTKOCTeOeIbHbIC) TUHUHA [35], HO
WX TeHETUYECKUI aHaIM3 UIsT UISHTU(UKAIIMT MY-
TAaHTHBIX TEHOB M UX aJlJIeJieii aBTOPBI HE TPOBOVIIN.

B HacTosiiee BpeMsi pa3inuHble MyTaHTHbBIE T€HbI
RAt aKTMBHO M3y4aloTCs C LIeJIbIO YBEIUYEHUS YpPO-
KaHOCTU COPTOB MSITKOM MIeHUIbI [36—46]. Psan ta-
KMX T€HOB JI0 CHX TTop He naeHTUUIupoBaH [47, 48].

BAPUAHTHBI TEHOB RAt

Bce reHbl RAt MOXHO YCJIOBHO pa3lIeIdTh Ha JIBE
TPYIINBL: 9YBCTBUTEIbHBIE K THOOEPEUIMHOBOI KIC-
sore (I'K;) u HeuyBcTBUTENbHBIE K Held. 'K, siBsieT-
Csl TOPMOHOM DPacTeHU, BAUSIOIIMM Ha MHOTOUMC-
JIEHHBIE IPOLECCHl MX BETeTaTUBHOTO W ITeHEepaTUB-
HOro pa3BUTHS, B TOM 4HCJIE Ha IIpopacTaHue
3epHOBOK U yIJIMHEHUE CcTeOs [49].

Tenvt Rht, neuyecmeumeavnote Kk eubbepertuny

Bce myTaHTHEBIE anienu reHa Rht- 1 SBIsIIOTCS He-
YYBCTBUTEIIBHBIMA K 3K30T€HHOMY TMOOEpeITNHY, TO-
IJa Kak IMOYTU BCE OCTalbHblE MyTaHTHBIE aJIJICNIU JPYy-
TMX TeHOB RAt, OMCaHHBIE K JAHHOMY MOMEHTY BpeMe-
HU, SIBJISTIOTCS YYBCTBUTEIBHBIMU K HeMy (puc. 1, 2).
Kpome Toro, pa3Hsie ajuienu reHa Rht- 1 IipuBogsT K
HEOOUHAKOBOMY YMEHBLIIEHUIO IIMHBI cTeOs1. Tak,
HamnboJee MUPOKO UCITOIb3YeMbIE B CEJCKIIAU aJljie-
Ju reHa Rht-1 (Rht-B1b n Rht-D 1b) oOycnoBiIuBaloT
KOPOTKOCTEOEbHBIN (DEeHOTUIT IT0 Hallleil KJIacCU-
¢dukauum (puc. 1). Torna kak amnens Rht-Blc o0y-
CJIOBJIMBaeT 0oJjiee BBIPAXKEHHOE CHUKEHME IIMHBI
CcTeOJII pacTeHMsI, OaBasl KapJIMKOBBINA (HeHOTUIT

(puc. 1).
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OObenHEHNE B OMHOM pacTeHuu ajuteieil Rhr-Blb
n Rht-DIb gaBnsgeTcs HexXenaTeJbHBIM, ITOCKOJBKY
MPUBOAUT K 00pa30BaHUIO U3JIUIITHE BbIPAXXKEHHOTO
HU3KOpOCaoro (eHOTUNa U BCISACTBUE 3TOrO O0Y-
CJIOBJIMBAET HU3KYIO 36 pPHOBYIO IIPOAYKTUBHOCTh TAKUX
pacteHuit [3]. Hamuuue Xe y pacTeHUil MILEHULIBI
TOJIBKO OIHOTO M3 ABYX ajutesieit Rht-B1b vma Rht-D1b
B 3HAYUTEJIbHON CTEIEHM YBEIMYMBAJIO MX IPOIYK-
TuBHOCTH [50]. I'lo aTOM Xe npuurHe ajuTen, IPUBO-
JISIIIIMe K KapJIMKOBoMYy (beHOTHUILY, TaKue Kak Rht-Blc
n Rht-Dlc, He UCTIONB3YIOTCSI B CEJICKLIUU KYJIbTYPhI
[51, 52]. Bojiee Toro, B yCJIOBUSIX 3aCyXH JJISI HU3KO-
POCHBIX (KOPOTKOCTEOEIbHBIX) PACTEHUIA MIIEHUIIBI
C ajutlenbHBIMMU BapuanTtamMu Rht-B1b nnm Rht-D1b
ObLJIO YCTAaHOBJIEHO JIOCTOBEpPHOE CHMXXEHHE Kak
yuciia 3epeH B Kosoce, Tak 1 Macchl 1000 3epeH u,
cJIemoBaTeIbHO, O0Illee CHIDKEHUE ypoXas 110 CpaB-
HEHUIO C BICOKOPOCJIBIMU COPTaMHU C aJuieasiMu Rht-
Blaw Rht-Dla [53]. B psine ucciaengoBaHuii OBLIO I1O-
KazaHo, 9To annenn Rht-B1b v Rht-D 1b BHIZBEIBAIOT
He TOJIbKO YKOpPOUYEHUE IJIMHBI CTeOJIs, HO U YMEHb-
IIEHWE IIMHBI KOJICOIITIWIS M KOPHE, YTO B KOHEU-
HOM cYeTe IIPUBOAUT K CHIDKEHUIO 3P (PEKTUBHOCTH
KCIIOJIb30BaHUST BOABI U3 MOYBBI U YCTOMYUBOCTHU K
3acyxe [53—57].

MonekynsapHbie mexanu3mol
2ubbepestun-3a6UCUM020 pOCMa PACMEHUs NUUEHULbL

Bnustanue MmyTaHTHBIX reHOB RAf- 1 Ha BBICOTY pac-
TeHUs (AIUHY CTeOJIs1) MIIEeHULBI OTIOCPEAYETCS TEM,
yto oHM KoaupyioT DELLA-Genku, KoTopble SIBJIsI-
IOTCSI OCHOBHBIMU PETYIITOPAMM CUTHAJIBHOTO ITyTH
I'K; u cynpeccopamu pocta pacteHuid. [{laHHbIE Oe-
KM BXOISIT B COCTaB CEMEMCTBA TPAaHCKPUIILIMOHHEIX
peryisitopoB GRAS m comep:kaT B CBO€ ITOCIefOBa-
TEJIbHOCTH JIBa OTACJIbHBIX JOMeHa: N-KOHIIEBO pe-
TYJISITOPHBINA TOMEH, KOTOPHIM CIIY:KMT OIS PacIio-
3HaBaHUs U cBsi3biBaHUS ['K;, u C-KoH1eBoit (pyHK-
nuoHanbHBIN toMeH GRAS [58].

Paznmuunnie yaactku nomeHa GRAS DELLA-6ex-
KoB MoryT cBsi3biBaThes ¢ JIHK-cBs3pIBarommmm mo-
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MEHaMM HEKOTOPHIX TPAHCKPUITLIMOHHBIX (paKTOPOB,
osokupys ux yHkuuio. bonee toro, DELLA-6enku
BJIMSIIOT Ha POCT U Pa3BUTUE PACTCHUIA ITyTEM CBSI3bI-
BaHUS C APYTUMU OeJIKaMU, He SIBJISTIOIINMUCS TPpaH-
CKPUIIIIMOHHBIMU (hbaKTOpaMu, KOHTPOIUPYS U U3-
MeHsII X PyHKIMu B KiaeTke. OnHako DELLA-6en-
KM HE BCerma IOCiCTBYIOT B Ka4eCTBE CYIPECCOPOB
pocTa: ObLJIO MOKa3aHO, YTO OHM OKa3bIBaIOT MO3U-
TUBHOE JIeJICTBYE HA BLICOTY pacTCHMs IIpU Heb1aro-
MPUSATHBIX YCJIOBUSIX, HAIIpUMEP TaKWX KaK XOJIOI
[59], 3aconenHoCT mouBHI [60, 61] 1 eaTHOIMPOBA-
Hue [62—64]. Takum o6pazom, DELLA-Genku crio-
COOCTBYIOT amalTalliy pacTeHU K HeOJIarompusiT-
HBIM YCJIOBHUSIM OKPYKalOIleil cpeabl, OCYIECTBIISIS
OaJlaHC MeXIy pOCTOM 1 OTBETOM Ha CTpecc B HeOJ1a-
TOIIPUSITHBIX YCIIOBUSIX.

Hanwuwme 6onbinoro konuuectsa DELLA-6en1koB
B KJIETKaX PacTeHMUsI YMEHBIIAEeT IJIMHY CTeOIsd 3a
CUeT 3aMeIJICHUSI POCTa PAaCTeHUIA TyTeM CBSI3bIBa-
HUS C TPAHCKPUNIUOHHBIMU (haKTOpaMU U APyTUMU
KOMITOHeHTaMM curHasbHoro myty 'K, [58, 65—67].
IIpouecc nerpagamuu DELLA-GelKoB ¢ MTOMOIIbIO
I'K;, B pe3yibTaTe KOTOPOro YMEHbBIIAETCS UX BIIUSI-
HUE Ha yBeJIMYEHME IIMHBI CTeOJISI, TOAPOOHO OITr-
caH ajis pesyxoBunku Tans (Arabidops isthaliana (L.)
Heynh.) [68, 69]. OmHako 6GbUTO BEICKA3aHO ITPEAITO-
JIOXXEHHUE, YTO aHAJIOTMYHBIN MEeXaHU3M IIPUCYTCTBY-
eT M y IpyTuX BUIOB ILIBETKOBBIX pacTeHUit [69]. ¥V
Arabidopsis thaliana 'K, y3HaeTcs1 1 CBSI3bIBaeTCs pe-
nentopHbeIM OenkoM GIDI1, B pesyiabraTe 4ero ero
N-KoHIIeBOI paitoH N3MEHSIeT KOH(PUTYPAIIIO U 3a-
kpemsieT I'K; B Mmonekyne 6enka GID1 [70]. Takum
oOpaszoM, obpasyercsa Komimiekc GA—GIDI1, korto-
puIil BiocaencTeun cBsi3biBaeTcst ¢ DELLA-Genmkom
¢ nomoupio MotuBa TVHYNP, o0Opa3yss KoMIuieKc
GA—GID1-DELLA [70]. B cBoro ouepenb GA—
GIDI-DELLA yBenmumBaet criocooHocts DELLA
pacrio3dHaBatbcsl Oenkamu F-box (SLY1 B ciyyae ¢
Arabidopsis), XoTopble OTBeYaloT 3a 0Opa3oBaHUE
SCF (SKP1, CULLIN, F-box) E3 yOMKBUTUH-JIN-
ra3HOro KOMILJIEKCa, ero YOUKBUTHHALIUIO U Jajiee
nmerpaganuio DELLA B mpoteacome 268 [71] (puc. 3).
Takum obpazom, I'K; cnocoOGCTBYeT YMEHbIIEHUIO
konuuectBa DELLA-6e1KOB B KJIE€TKE U COOTBET-
CTBEHHO YMEHBIIICHUIO X HETaTUBHOTO BJIUSHUS Ha
poct pacteHus [68, 72].

bruto moka3zaHO, YTO MyTaHTHBIE aUIeJId TeHa
Rht-1 cHUXalOT YyBCTBUTENBbHOCTh pacTeHus K 'K,
TaK KaK 3TU MYyTallud YMEHBIIAIOT CIIOCOOHOCTH
DELLA-0OenkoB cBSI3bIBaThCS ¢ KoMIniekcomM GA—
GID1 [28, 51, 73]. Takium obpa3zom, oOpaboTKa pacTe-
HUs 9k30reHHO# ['K; He BBI3BbIBAET Y HUX YBEJIMUYEHUSI
ImHbI cTednd [22]. Hanuuue y pacTeHrit JaHHBIX al-
Jesnieid reHa Rht-1 MOXHO BBISIBUTH IO OTCYTCTBUIO MX
OTBeTa Ha o0paboTKy 3k3oreHHoi I'K; [53]. OmHako
JIAHHBII CITOCO0 HE TTO3BOJISIET BBISIBUTD PA3TUYMS MEXK-
Iy aJuieNnbHBIMU BapuaHTtamu Rht-B1b v Rht-D1b, Tak
KaK OHM 00a JaloT CXOXKWi (DEHOTHUIT TP 00padbOTKe

sk3oreHHoi ['K;. B atom ciydae mist onpeneiaeHust
KOHKPETHOTO aJlJIeJIbHOTO BapuaHTa reHa Rht-1 vc-
MOJIB3YIOTCSI METOABI MOJIEKYJISIpHOIT Oronoruu [74].

Anneau Rht-Blb n Rht-D1b. Mytatium Rht-B1b n
Rht-D 1b nmpuBOASAT K 00pa30BaHUIO MPEXIEBPEMEH -
HBIX cTon-KomoHOB [51, 73] (puc. 4). O6a maHHBIX
MYTaHTHBIX BapuaHTa ajuiesieid 00yCIOBIMBAIOT CO-
MOCTaBUMBIN 3(h(EKT YMEHBIIEHUS IJIUHBI CTEOIS:
npuMepHO Ha 24% 110 CpaBHEHHUIO C €TO0 HOPMAaJTBbHOM
IJmHOM (Taba. 1, puc. 1), 4TO XOpOIIO OOBICHSIETCS
CXOXMM MEXaHU3MOM JeUCTBUS MyTalluu. Tak Kak aj-
e Rht-B1b v Rht-D1b o0pa3yloT aKTUBHBIE TIPOIYK-
TBI, TO B O0OMX CIIydastX MyTaHTHBII (DEHOTHUIT MOXKET
00pa3oBBLIBAThCS ABYMSI ITyTsIMU. [1epBbIii BApUAHT: My-
TaHTHBIN (EHOTUIT ONTOCPeOBaH KOPOTKUM N-KOHIIe-
BBIM TENTHUIOM, KOTOPbIi 00pa3yeTcsi B pe3yJibTaTe allb-
TepHaTUBHOTO cTor-kKomoHa. DELLA-goMeH naHHoOro
YKOPOUEHHOTro N-KOHIIEBOTO MeNThAa TUITOTETUIECKU
MozkeT cBsa3bIBaThes ¢ GID1 1 Takum 0Opa3om rmogaB-
gt curHan 'Ky [73]. TIpu BTOpoM BapuaHTE BO3-
MOXHA PEeMHULIMALIMS TPAHCSILIMU TI0CJIe CTOI-KO-
JIOHA, YTO TIPUBOJIUT K 00pPa30BaHUIO YKOPOUEHHOTO
¢ N-konHua npoaykra (C-koHueBoii nentum). HaH-
HbII TPOAYKT HE MOXET CBSI3bIBATHCS C PELIEITOPOM
GIDI1, TakmM o0Opa3oM TIpensITCTBYS Aerpamanni
DELLA-6en1koB u nogaisis I’ K-3aBucumbliii pocT U
pasButue. PemHulIManus TpaHCASIIIMM BO3MOXHA B
cllyyae, ecjii pudbocoMa MpOJOJKUT CKAHUPOBaHUE
LIETIN TOCJIe CTOI-KOAOHA M OOHAPYXUT METUOHUH
[51]. V amneneit Rht-B1b v Rht-D1b miocine MyTaHT-
HBIX CTOMN-KOJIOHOB CJIENYIOT HECKOJIbKO METUOHU-
HOB, YTO COTJIaCyeTCsl C TUITOTEe30i peuHUIIUALIUU
TpaHcasaMu. BTopoii BapMaHT TMOATBEPKAAETCS
¢dakTOM, UTO aHAJIOTUYHBIN ajljieJib TeHa KOPOTKO-
CTe0ENbHOCTU KYKypy3bl D&-Mpl Takxke KomaupyeTt
MPOIYKT, YKOpoueHHbI ¢ N-koHla [73]. B uenom
BTOpasi TUNOTE3a MMEET OOoJjblliee YUCIO MOATBEP-
XKIeHui, yeM miepsas [51, 73, 75]. Takum oGpazom,
BeposiTHee Bcero ajnjenu Rhat-Blb v Rht-DIb renHa
Rht- ] mueHWIIBI, KaK ¥ ajuteib reHa DS-Mpl KyKypy3sl,
KOJIMPYIOT O€JIOK, Y KOTOPOIo oTCyTcTByeT C-KOHIIE-
Basi MOCJeI0BATEIbHOCTbD.

Annenv Rht-Blc. Y annens Rht-Blc, oGycioBInBa-
FOIIETO CUJTBHOE YMEHBIIIEHUE JUIMHBI cTe0Is (puc. 1),
00OHapyKeHO HapylleHne Ha N-KOHIIEBOM KOIMPYIO-
mem ygactke [51]. Tlpeamosaraercsi, 4YTo OCJIKOBBIM
MIPOAYKT JAHHOTO MYTaHTHOTO aJUIejsl, HE CBSI3bIBa-
ercsa ¢ I'K;. Myranueit sBiasieTcst yaacToK pa3mMepoM
2026 nH, BcTpouBiuuiica B GA—GID1 cBsi3biBalo-
LU TOMEH, a He 3aMeHa HYKJIeOTuAa, MpUBOISIIAs
K 00pa30BaHMUIO HOBOTO CTOI-KOAOHA. boJjbiias
4acTh MAHHOM MHCEPLUM YHAISIETCSI B pe3yJIibTaTe
CIUIaiiCUHTa, YTO MPUBOAUT K 0Opa30BaHUIO AOIOJI-
HUTEIbHOIT 30-aMUHOKUCIOTHOM MOCIIeI0BaTEIbHO-
ctu (puc. 4) [51, 76]. Pacrenust ¢ annenem Rht-Bl1b
nnn Rht-DI1b MmeroT OoJiee IINMHHBIN cTeOEb, YeEM
pacteHus ¢ ayjuteneM Rht-Blc, Tak Kak UMerOasics y
Hero mHcepunsgd B DELLA-momMeH Hapymiaetr ero
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Rht-1

—

O e
|

. OTtBeT
X

——] Ha ru66epe/UTMHOBYIO
@ kuciaory (I'K)

“ @ TpoTeacoma 268 ‘
By = NP

Puc. 3. Cxema nerpamaniun DELLA-GenkoB. MyraHTHBIE ajijieu TeHa Rht- 1 konupytoT nedekTHbIi 6e10k DELLA, uyTo mpu-
BOIWT K HApYIIEHUIO €ro CBsI3bIBaHuUs ¢ KomruiekcomM GA—GID1 [68, 69].

Myrauust

N
(=

Rht-Blp
Rht-Dla
Rht-D1b

Rht-Ala EflE ENAD E K D D x|l € E
Rht-Bla el e EfAD E K D D q E
Rht-Blc EGEEVDE K D D KLl E E
Rht-BI1b EfSlE ENAD E K - D D « il E E
Rht-Ble EMBlE EVW D E K - D D x B E E
EGEEVDE K - D D kil E E
E/G EEVDE K - D D q E
E/G EEVDE K - D D K BB x E

Puc. 4. BeipaBHMBaHMEe aMUHOKHUCIOTHBIX MOC/IEIOBATEIbHOCTE pa3IMYHbIX ajUIeJIbHBIX BADUAHTOB TeHOB RAt-B1 wu Rht-D1.
“-” — BcraBKa pa3MepoM B 30 aMUHOKUCIIOT B ajIeJIbHOM BapuaHTte Rht-Blc. “X” — npexneBpeMeHHbIi cTon-KoaoH. Yucia-
MM HaJ BBIpaBHUBaHMEM ITOKa3aHbI MO3UIIMYA aMUHOKUCIIOT COMIACHO MOCJIEeI0BATEeIbHOCTH aJlIeIbHOTO BapuaHTta Rht-Ala
JF930277.

TEHETUKA Ttom 57 Ne2 2021

133



134 CYXUX u np.

cBsa13b ¢ GA—GID1 komIuiekcoMm [52], 9To gBisgeTCS
ocHoOBoIi curHanbHoro nytu I'K;. Hanuuue annens
Rht-BIc BbI3bIBAaCT yMEHbIIICHUE JJIMHBI CTEOIs1, COMO-
CTaBUMOE C TAKOBBIM Y MYTAHTHOIO PACTCHMUSI, IMEO-
IIIETO IBAa MYTAHTHBIX ajutesist Rht-B1b v Rht-D1b onHo-
BpeMeHHO (~60%), a pacTeHUsI C ABYMSI ajlIeIsIMU
onHOBpeMeHHO Rht-Blc i Rht-D1b opMUpYyIOT ca-
MbIii KOpOTKUii cTedesb — 6osee 70% yMeHbIIEHS ero
JUTUHBI TIO0 CpaBHEHUIO C HOPMaJIbHBIM (DEHOTUTIOM.

Anneau Rht-Ble v Rht-Blp. I3HauyanbHO B paboTe
C.F. Konzak [77] obuiu ormcaHbl aBa reHa Rhtll n
Rht17. B padotax M.H. Ellis c coasr. [74, 78] naHHbBIe
reHbl ObUIM ompedesieHbl Kak I'K-HeuyBCTBUTEIb-
HBIE, YTO ITOKA3aJI0 X CXOJICTBO C reHoM Rht-1. On-
Hako B paboTtax M. baxkenoa u M.I'. luBaiiryka ObI-
Jla yCTaHOBJI€HAa WICHTUYHOCThL ajuieneit Rht-Ble,
Rht-Blp reHa Rht-1 v reHOB Rhtll, Rhtl7 cooTBeT-
ctBeHHoO [33, 79]. Takum oOGpa3oM, ObLIO IMOKA3aHO,
uto Rht1l v Rhtl7 ABASIOTCS HE CAMOCTOSITEJIbHBIMU
reHaMmu, a ajuieassMu reHa Rht- 1. Myrtanuu Rht-Blp n
Rht-Ble rena Rht-1 BBI3BaHBI 3aMeHAMU B HYKJICO-
TUIHBIX TTO3ULIMSIX, HAXOASIIIUMUCS MO COCEACTBY C
HYKJICOTHIHOM Io3unueii Mmyrauuu Rht-B1b (puc. 4).
DTU MyTallMX TIPUBOIAT K 00Opa30BaHUIO CTOI-KOHO-
HOB. JlaHHBII (haKT MO3BOJSET MPEANOIOKUTD, YTO
W3MEHEHUE UIMHBI CTEOJISI IMpY HaJIWYUU MyTaluid
Rht-Blp n Rht-Ble mpouCXOOUT CXOXHUM 00pa3oM C
mytaneit Rht-B1b. B To Xe BpeMsi pacTeHMsI KakK C
ajuteneM Rht-Ble, Tak u ¢ annenem Rht-Blp nmeior
HECKOJIbKO MEHBIIYIO JUIMHY CTeOJIsI, YeM PacTeHUS C
ayutesieM Rht-Bl1b (tadn. 1) [51, 79]. Takoe ommyue B
BKCIIPECCUM aJUIeNIeil MOXKET OBITh OOBSICHEHO Pa3HbIM
ypoBHEM 3P (EKTUBHOCTH PEWHUIIMALIMM TPAHCIISI-
1IMU, B Pe3yJIbTaTe Yero oopasyloTcsl pa3Hble KOHIIEH-
Tpauuy OEJIKOB, CHIDKAIOIINX IIUHY cTeosrst [33, 79].

Crout orMetnTh, uto Rhtl1l n Rhtl7 — He enuH-
CTBEHHBIE CTydau HEBEPHOTO OIpe/e/ICHUSI HOBBIX Te-
HOB. Panee ormcanneblii reH RAt21, cortacHo A. Borner
u A.J. Worland [80], TakxKe sIBIIsIeTCS aJIIeJIeM IreHa
Rht-1.

Yyecmeumeavnvle K cubbepertuny 2envt Rht

B Hacrogiee BpeMms y NIIEHUIIbI, KpOME TeHa
Rht- 1, onucansl eme 18 reHoB RAt (Tadi. 1). Hanbo-
JIee XOPOILIO M3YYEHHBIMU U3 HUX SIBIISIIOTCSI T€HbI
Rht4wm RhtS, KOTOpbIE YMEHBIIIAIOT BEICOTY PACTCHUI
B cpenHeM Ha 12 u 16 cM cooTBeTCTBEHHO (puc. 1).
I1pu 3TOM IIMHA KOJIEOIITUIICH 1 YHUCIIO 3ePEeH B KO-
JIOCE Y HUX OCTaloTCsl HEM3MeHHbIMU [56, 81, 82].
Kpowme Toro, m1s1 pacTeHuit ¢ MyTaHTHBIMM aJLIeJIsI-
MU reHa Rht8 xapakTepHO Hajnmdue 0ojiee KPYITHBIX
3epeH 1 gocToBepHOoe yBennmdeHue macchl 1000 3eperH
[83, 84]. PacTeHus nieHU1bl ¢ reHoM Rht4 naiot 60-
Jiee BBICOKUII ypoKail 3epHa TOJIBKO B COYCTAHUU C
amneneM Rht-Bl1b. I1pn 3TOM IpenMyIecTBa JaHHO-
ro ajijieJisi OTMEeUeHbl B pa3IMYHbBIX YCIOBUSIX — KakK
MPU JOCTATOYHOM, TaK U MPU HEAOCTATOYHOM YPOB-
He yBiaaxHeHud [85]. Cpeny poccHMiCKNX M YKpanH-

CKUX KOPOTKOCTEOEJIbHBIX COPTOB HAMOOIbIIIEE pac-
MpoCTpaHeHWE MOIYyYUIM ajienu reHa RhtS. Ha Ha-
CTOAINNI MOMEHT omucaHo 14 ayieneil reHa RhtS
[86]. JaHHBIii TeH TECHO CBs3aH ¢ JoKycoM WMS261,
YTO MO3BOJISIET TIPOBOAUTh €r0 MOJICKYJISIpDHBINM aHa-
JIU3 Y pa3iuyath ajuieau RAtS no mivHe mocjaenoBa-
TellbHOCTel. Hanbosee yacTo BCTpevyaroTcsl ajuienn
anuHoit 165, 174 u 192 mH, obo3HayaeMmble RhtSa
(WMS261-165), Rht8h (WMS261-174) wn RhtSc
(WMS261-192) cootBerctBeHHO (Tabn. 1) [81, 86,
87]. OmHako cpeau 3TUX TPeX ajljiesIiei TOJIBKO aJUieb
Rht8c ymeHbIIaeT IIuHY cTebis (B cpemHeM Ha 14%).
Torma xaxk annenp RAtSh He BbIZBIBA€T M3MEHEHMUS
JUTUHEBI cTeOIs, a ayieab RhtSa, Ha000OpOT, yBEIUUM -
BaeT ero mIuHY Ha 5% [86, 87]. Amutenn reHa Rht8 da-
CTO WICTIOJIB3YIOTCS BMECTE C ajlIessMu TeHa Rht-1,
TakK Kak reH Rht§ caMm mo cebe He BBI3BIBAET YMEHb-
LIeHUS JJTUHBI CTeOIs1, JOCTATOUHOTO 1151 (hOpMUPO-
BaHUS YCTOMUYMBOCTU PACTEHMIA IIIIECHUIIHI K TTOJIeTa-
Huto [81, 88].

CTouT OTMETUTH, YTO HEKOTOpbIE RAf-TeHbl HEra-
THUBHO BIMSIIOT Ha ypoxkaitHOCTb [84]. OqHaKo ux Hera-
TUBHOE BJIVISTHAE MOXHO HEUTPAIN30BaTh, WCIOJB3YS
UM JPYTYMX F€HOB, OTBEYAIOLIMX 3a MPU3HAKU, Ha
KOTOpbIe OTpMULATEJIbHO AeicTBOBaiM RhAt-reHbl. Ha-
npuMep, red Rhtl2 npuBomuT K Oojice MO3THEMY
¢dopMUpOBaHUIO KOJOCAa U 1IBETEHUIO pacTeHUi
MIIIEHUIIBI, B TO BpeMsI KaK KOJIOC paCTeHUI MIIIeHN~
bl ¢ aimnesieM Ppd-Dla, CHUKaOIUM 9yBCTBUTEIb-
HOCTbB K JIJIMHE THSI, HAYMHAEeT 3aKJIaabIBaThCsI ObICT-
pee. TakuM o6Gpa3oM, pacTeHUs IIIEHUIIBI C TEHOM
Rht12 GynyTt pa3BuBaTbcsl 603 HEraTUBHBIX 3P deK-
TOB, €CJIU B UX TeHOME OyJeT MPUCYTCTBOBATh IOMHU-
HaHTHBINI ayenb Ppd-Dla [30].

JIOMMHAHTHBIN TeH RAf13 BBI3bIBAET 3HAYUTEJIBHOE
YMEHBIIIEeHNE IJIMHBI cTeOIs1 pacteHuit (mo 30 cMm), HO
MPU 3TOM JIJTMHA KOJICONTUJISI CYIIIECTBEHHO HE MEHSI-
eTcsl. B ycloBUsIX HemocTaTKa Bjlaru y TaKMX pacTeHUid
cymiecTBeHHO (o 18%) cHIDKaeTcsT YMCiIo 3epeH B KO-
Joce, xoTsg macca 1000 3epeH ocTaeTcss HEM3MEHHOM
[83]. HecMmoTpst Ha TO 4TO AJisl OOJIBLIMHCTBA YyB-
CTBUTEJILHBIX K TM0OOepeInHy TeHOB RAf n3BecTHA
XpPOMOCOMHas JjoKanau3alus (Tadia. 1), B HacTOSIIUA
MOMEHT BpPEMEHU MOJIEKYJISIpHbIE MEXaHU3MbI Ieii-
CTBUSI JAHHBIX TeHOB BCe ellle U3y4YeHkI ¢lrabo [26, 28,
32,39, 54,74, 78, 89—91]. x nanpHeilIee n3ydeHue
MOXET MOMOYb B CO3JaHUU HOBBIX 3(M(MEKTUBHBIX
JIOHOPOB KOPOTKOCTeOeIbHOCTH (TabI. 1).

HNPEAITOYTUTEJIBHBIE BAPUAHTBI TEHOB
Rht U1 TTOBBILHEHUA YPOXANMHOCTU

MHoOroYnCIeHHBIE KCTIEPUMEHTAIBHBIE JaHHbBIE
MOKa3bIBAIOT, YTO 3HAYUTEJIbHOE YBEIWYEHUE ypO-
KaifHOCTU ¢ MCITOJb30BaHUEM MHWHEPAIBHBIX yI00-
PEHUIA TOCTUTAETCS IPU BBICOTE PACTEHMST TIIIICHUITHI
ot 70 no 100 cMm [55], B TO BpeMsI Kak JjiMHa CTeOJIs
pacteHuit 6e3 HapylleHHIr B TeHaX RAf cocTaBisieT
okomo 100—140 cm [11]. ITokazaHo, 9TO IJISI TapaHTH -
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POBAaHHOTO YBEIWYEHUST YPOKAMHOCTH COPTOB MSIT-
KO TIIIIEHUIIBI LIeJIeCO00pa3HO UCTIOIb30BaTh pacTe-
HUS CO CIeAYyIOIIMMHA ajuieasaMmu: Rht-Blb, Rht-D1b,
Rht-Ble, Rht-Blp n Rht8, a nis tBepnoii — Rht-Blib,
Rht-Ble n Rht-Blp [51, 73]. B To e BpeMs1 HaIu4ue
B paCTEHMSIX IMIICHUIILI KOMOMHALIUM 3TUX aJUIeIei,
a Takke amneneit Rht-Blc v Rht-D Ic, TpUBOINT K Cy-
IIECTBEHHOMY YMEHBILIEHUIO JIMHBI CTEOJST U 3Ha-
YUTEIbHOMY CHUXXEHUIO YpokaitHOCTU. ['eHbl RAt13,
Rht16, Rht19, Rht20, Rht22wn Rht23 IBISIOTCS TIOTEH-
LAaIbHBIMM KaHauaaTaMu 1is1 3¢p(HEKTUBHOTO MC-
MOJIb30BAHUS B CEJIEKIIUM COPTOB HOBOTO IOKOJIE-
HHS C 1LIEJIbIO IOBBIIICHUS YPOXANHOCTU MIIEHMII,
TaK KaK OHM TPUBOMSAT K MHPUMEPHO TaKOMY Ke
YMEHBIISHUIO JJIMHEI CTeOJIsI, YTO U ajutenu Rht-B1b,
Rht-D1b, Rht-Ble, Rht-Blp u Rht8 (puc. 1). CtaHyT
JIM TaHHbIE TeHbl RAt OCHOBOI [IJIsI HOBO “3eIeHOM
pPeBOIOLIMN” — BOMPOC OTKPHITHIN [44]. OnHaKO HC-
MOJI30BaTh 3TU T€HBI CTOUT C OCTOPOXHOCTBIO, TaK
KaK HEKOTOPbIE M3 HUX MOTYT IIPUBOJAMUTDH K HeXesla-
TeJIbHBIM 3¢ deKTaM (TaKMM KaK 0oJiee IT03IHee 1Be-
TeHHE pacTeHUIl MIIeHUIBI M 0ojiee MEIICHHBIN
POCT 1 pa3BUTUE UX CTEOJIST), MPUBOIASIIMM B KOHEY -
HOM UTOTe K CHUXXeHUI0 ypoxaiiHoctu [30, 84]. Kpo-
M€ TOTO, UCIIOJIb30BaHME PACTEHUI ITIIIEHUIIBI C MY -
TAaHTHBIMU aJUIeJISIMU BCeX TeHOB RA! OorpaHUYEHO
YCJIOBUSIMU BHeIllIHe# cpeabl [53] U ucnoiab3yeMbIx
cucteM BosnenbiBaHus. Hammpumep, 3acyxa B 3Ha4Y1-
TEJIbHOM CTENEHU BJIUSET Ha pa3BUTUE PACTECHUM
MNIIEHUIIBI ¥ MOXET HeTaTUBHO BJIIMSATH Ha JIEHCTBUE
reHoB RAt Ha IIMHY CTeO/Is M1 B KOHEYHOM UTOIe Ha
ypoxait [57].

Pabora mommepxkana PoccuiickumM HaydYHBIM
donmoM (rmpoekt Ne 16-16-10021).

Hacrosmag craTthsd He COIepKUT KaKMNX-JIN00 MC-
CJIEJOBAaHUM C UCIIOJIb30BAaHMEM B Ka4yeCTBE OOBbEKTA
XKUBOTHBIX.

Hacrosiast ctaThsl He COAEPKUT KaKMX-JIU00 HUC-
CJIEIOBaHUI1 C y4aCTHEM B Ka4eCTBE OOBEKTA JIIOACIHA.

ABTOpBI 3asBJIAIOT, YTO Y HUX HET KOH(I)J'II/IKTa HNH-
TEPECOB.
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Diversity and Phenotypical Effect of the Allele Variants of Dwarfing Rhz Genes in Wheat

I. S. Sukhikh® *, V. J. Vavilova?, A. G. Blinov*, and N. P. Goncharov*
%The Federal Research Center Institute of Cytology and Genetics, Siberian Branch
of the Russian Academy of Sciences, Novosibirsk, 630090 Russia
*email: igor3419@gmail.com

The review is dedicated to the description of the allelic variants of RAt genes and their influence on traits as-
sociated with the growth, development, and yield of wheat plants. We consider the effect of RAr genes on the
growth and development of wheat plants through DELLA proteins. We propose a new classification of wheat

plants by height (stem length), based on the presence in their genotypes of specific alleles of RAf genes deter-
mined by molecular-genetic methods.

Keywords: green revolution, dwarf wheat, genetic control, genes Rhat, DELLA-proteins.
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PykoBomsimmm MeToA0JIOTMIECKUM TTPUHIIMITOM COBPEMEHHOTO MOJIEKYJISIpHO-TeHeTndeckoro (M) mom-
XoJa B Mpo0jieMe BUI0o0pa3oBaHUsI MUKpoOa YyMbl Yersinia pestis SIBJSIETCSI CAIbTAllMOHUCTCKAS ITapaaur-
Ma FrOpM30HTAIBHOTO TTepeHoca reHoB. K m1aBHBIM BUIOOGPa3yIOIINM COOBITUSIM OTHOCSIT BCTpauBaHUE B
TEHOM TIPEJIKOBOTO TICUXPOMUIBHOTO CallpO300HO3HOTO TICEBIOTYOEpKYJIe3HOrOo MUKpoba Y. pseudotuber-
culosis O:1b gByX criennpuIecKUX i1 YYMHOTO MUKpoba Iuta3Mul BupyiaeHTHocTr pFra u pPst, a Takke
WHAKTUBALMU/IEJeIIUN T€HOB, YTPAaTUBIIUX (DYHKUMU. AJIbTEPHATUBHBIN 3KOJIOTMYECKUM MMOIXO/ pac-
KpBIBaeT “IapBUHCKUI” MeXaHU3M (POPMUPOBAHMS TeHOMAa YYMHOI0 MHUKpoOa B TeMIlepaTypHO-KOHTH-
HyanbHoI (5—37°C) cpene — nmapa3uTapHOil CUCTeMe MOHTOJIbCKUI CYypOK—Cypoubsi 0j1oxa (Marmota sibir-
ica—Oropsylla silantiewi), TIPOSIBIISTIONICH IIPOMEXYTOUYHBIE CBOMCTBA MEXKIY CpelaMi OOMTaHUS IIPEIKOBO-
ro W TMPOU3BOAHOTO BUIOB. B COOTBETCTBUMU C 3KOJOTMYECKMM CLIEHApUEM ITPOUCXOXICHUSI UyMbl
MHTEPITPETUPOBAaHA BOJIIOIMOHHAS Cyab0a 18 XOpoIllo U3ydeHHBIX TeHOB U T€HHBIX CTPYKTYP YyMHOTO
MuKkpoba. [TokazaHo, 4YTO TOCTENEeHHOe Mpeodpa3zoBaHue reHoMa TMCeBAOTyOepKYIe3HOIO0 MUKpoOa B re-
HOM BO30YIUTEJSI YyMbI TIPOXOIMIIO IO MO3aMYHOMY MPUHITUIY ¥ COOTBETCTBOBAJIO TpeM (hopMaM amarn-
TallMW: MHAJANTALMK, TIpeananTtaiuu U Heoagantauuu. [lepcriekTuBa pa3BUTUSI TEOPUU ITPOMCXOXKICHUS
YyMBbI BUIUTCS B cUHTe3e M 1 9KOJIOTHYECKOTO TTOIXOI0B.

Karoueswie crosa: reHoM, Yersinia pseudotuberculosis, Yersinia pestis, iepexonHble (hOpMbl, BUI00Opa3oBa-

HUe, MO3auuHasi 3BoJirouust, Marmota sibirica.
DOI: 10.31857/S0016675821020119

ITpoucxoxaeHre HOBBIX BUIOB U BHYTPUBUIOBBIX
¢opM ITaTOreHHBIX MUKPOOPraHU3MOB OCTAETCS OJI-
HOIi U3 HauboJjiee aKTyaJbHbIX MPOOJEeM 3BOJIIOLIM-
OHHOI MH(EKTOJIOTUN. DTO KacaeTCsI U BO30OYIUTES
YyyMbl — MUKpo0ba Yersinia pestis. B HacTosi1iee BpeMst
OMpeNe/IMJINCh IBAa OCHOBHBIX ITOKa €llle ajibTepHa-
TUBHBIX ITOIXO0da K €€ PeIIeHMIO: MOJISKYIIpHO-Te-
Hetuueckuidi (MI') 1 skojorndyeckuii. AOGCOJIOTHO
nmoMuHUpyeT MI'-mmonxon, oH MpOKIIaMUPYET OBICT-
poe u HemaBHee, He paHee 20—30 TwIc. JIeT Ha3am,
caJbTallMOHHOE ITpeodpa3oBaHNe KJIOHA BO30yIUTe-
JIs1 mceBOOTyOepKyne3a Y. pseudotuberculosis O:1b B
TIOITYJISILIMIO BO30OYIUTENSI YyMbl Y. pestis TIyTeM He-
MHOTMX OUCKPEeTHBIX MI'-aKTOB: rOpu30HTAIILHOIO
BcTpauBaHus (mepeHoca) reHoB (I'TIT), nx nHaKTHU-
BallWii, IeJenii 1 B MEHBIIICH Mepe peKOMOMHAIINIA.
KimoueBoIMM BMIOOOPA3yIOIIMMI aKTaMU CYUTAIOT
BO3HMKHOBEHHE T€HETUUYECKMX U3MEHEHUII MaKpo-
Mmaciuraba — BCTpaMBaHME B T€HOM IIPEIKOBOIO
TCEeBAOTYOEPKYJIE3HOTO MUKpoOa 1-ro ceporumna us
MOKa HEBBISICHEHHOTO BHEIIHEIO0 MCTOYHUKA IOBYX
crieuM@pUUYECKUX IJIs YyMHOTO MUKpoOa MoaudyHK-
IMoHaNbHBIX TU1a3Mun pFra n pPst, caencremem Ko-

TOPOTrO CTajl CKayKOoOOpasHbI Tepexod B MPUHIIU-
MMMAaJIbHO MHYIO Cpexy OOMTaHUS, T.€. B HOBYIO 9KOJIO-
TUYECKYIO HUIITY W aIalITUBHYIO 30HY.

B nmocnennme nBa necatmiieTrs pasmmaHbIMUA MT'-
MeToJaMU B J1abOpaTOpUsIX pa3HbIX CTpaH CO3JaHO
Gojee HecsaTKa (PUIOTEHETMYECKUX CXEM YYyMHOTO
mukpo6a [1—10]. HecMoTps Ha HEeKOTOpEIE pa3iin-
YUsI, OHU TIPUHLIMITUAJIBHO CXOIHBI B TOM, UTO K HbI-
HEe CYIIECTBYIOIIMM Haubojee IpeBHUM dopMam
YyMHOIO0 MUKpOOa, T.e. K OJMKAWIINM ITOTOMKaM
MCEBIOTYOEPKYJIE3HOTO MUKPOOA, OTHOCSIT TeHOBa-
puantel 0.PE7 u 0.PE10 (Tu6et), 0.PE2 (KaBka3),
OPE3 (Anrona) u/wimm 0.PE4m (Kwurait), BXonsiue B
ouosap Pestoides (0.PE). “Apxeonoruyeckue” reHo-
BapUaHThl YYMHOIO MHMKpO0Oa TaKXKe pa3MellaloT B
KopHe ¢uiaoreHeTnyeckoro aepena [9, 10]. Enuno-
nymue MTI'-uccienoBaresieit B OTHOLIEHUU calibTa-
LIMOHHOTO TIPUHIIMIIA BUIOOOpa30BaHUS MUKpOOa
YyMBl U OOJBIIOE CXOICTBO BCEX IIPEIJTOKEHHBIX
MT -cdunoreHuit co3naoT WLTIO3UIO0 UX UCTUHHOCTU
U1 HEOCITOPUMOCTH.

buoBap Pestoides nmeeT m3dupaTebHYIO BUPY-
JIEHTHOCTb JUISl TETJIOKPOBHBIX X0351€B. OH LIMPKYJIU -

140



TEHOMOTEHE3 MUKPOBA UYYMUBI Yersinia pestis 141

pyeT B momyJIsinusx IoyieBok (Microtinae) m muImyx
(Ochotona: Lagomorpha) 1 mo HEKOTOPBIM MOJIEKY-
JIIPHBIM TIpU3HaKaM HauboJiee OJIM30K K TTPeIKOBO-
My IICEBIOTYOepKyJie3HOMY MUKpOOy. OcTalbHEIC
ouoBapsl: Antiqua (ANT), Mediaevalis (MED), Ori-
entalis (ORI), Intermedium (IN) u Bxoasiue B HUX
MHOTOYHCJIEHHbIE [eTaJbHO OXapaKTepU30BaHHbIE
reHOBapUaHThl paCCMaTPUBAIOTCS KaK MPOU3BOIHbIE
oT 0.PE (kak uckiIoueHHe, UMEIOTCS HEMHOTOUUC-
JIeHHble paboTel MI'-mpocduss, ykasblBamollue Ha
HauOOJIBIIYIO IpeBHOCThL OMoBapa Antiqua [11, 12]).
Ho, HecMoTpst Ha HOBEIEHHYIO O COBEPIIEHCTBA
MTI'-grarHOCTUKY BO3OYIMUTENST YyMBI M “ITOHYKJICO-
tunHOe” (SNP-reHOTMIIMpOBaHKME) ONMCAHUE CTPYKTY-
pbl TeHOMa TMOMYJSALMA M3 OOJBIIMHCTBA MUPOBBIX
MPUPOAHBIX ouaroB, MI'-noaxoa He MOXET Mpemsio-
JKUTb TOBEPUTEIbHBIN ClLiIeHApUil MPUPOTHBIX COOBI-
TUIA B HENaJEKOM IIPOIILIOM, KOTOpble MPUBEIN K
Mpeoopa3oBaHUIO TICEBIOTYOEPKYIE3HOTO MUKpOOa
B MUKPOO 4YyMbl B TOMYJSILIMSIX KaKoro-aubo Buaa
nosieBoK (uiu nuiyx?). HayuHsle nyonukanuu MI'-
Mpoduisi, TPaKTyIOIIMe 3BOJIOLIMOHHBIE KOJUIM3UU
MUKpOOa YyMbl, OTpaHUYMBAIOTCSI, KaK MPaBUIIO, e~
MOHCTpaluei GUIoreHeTUYECKUX CXeM, KOTOphIE He
HaxXoOsT NTOBEPUTEIbHON 3KOJOTUYECKOM U TTOMYJIsI-
LIMOHHO-TeHETUYEeCKOM nHTeprpetaun. Hecmorps
Ha coBeplieHCTBO MI'-MeTomoB NUarHOCTUKU BO3-
OynuTeNsl YyMbl U IETAJIbHOE OMMCaHKE MOJIEKYJISIp-
HOI CTPYKTYpbI OOJIBIIIOTO YHMCJIa IITAMMOB, BBISIB-
JIEHHBIX B Pa3HbIX MPUPOIHBIX OYarax Myupa, 3aKkjio-
YEeHUsSI O CTEINEeHU POACTBAa BHYTPUBUIOBBIX (hopM
(reHOBapMaHTOB) MEXIy CO0Oil M C BO30yauTeIeM
MCEeBNOTYOEpKYJe3a, HaleXKHOCTb MCITOJb30BaHHBIX
“MOJIEKYJISIPHBIX YaCOB” ¥ MEeTOAbI mocTpoeHuss MI'-
¢duoreHuit BBI3BIBAIOT BbIHYXKIEHHbIE COMHEHUS,
Tak Kak MI'-¢uyoreHruu gajaeku OT KOJOTMYECKOMN
BaJIMIHOCTU, HE WHTEPNPETUPYIOTCSI B CBETE MpPHU-
pOmHBIX cOOBITUI. Ha BompochI: Tae, Koraa, MpHU KakKux
00CTOSITENILCTBAX U KaKUM 00pa3oM KJIOH(bI) TICEBIO-
TyOEepKYJIE3HOTO MUKpoOa Ipeodpa3oBalicsI(JIUCh) B
romyJisiiuio(n) Mukpoba yymMbel — MI-Tiomxon oTBeta
He maet. [IceBnoTyGepKyse3 — 3To “00J1e3Hb XOJIOIUITb-
HUKOB”, HO TICMXpPO(MIIBHEBIC CBOMCTBA TICEBIOTYOEp-
KYJI€3HOTO MUKPOOa B MOJIEKYJIIPHBIX U TEHETUUECKUX
HCCNENOBAaHUAX YacTO HE YYUTHIBAIOT, MCITONb3YIOT
“TeTTOMOONBEIX”  BKCIIEPUMEHTANBHBIX  SKMBOTHBIX
(J1aboOPaTOPHBIX MbIILIEH, KPbIC, MOPCKUX CBUHOK, TPO-
nu4eckyto 061oxy Xenopsylla cheopis), 410 MOXET
MPUBOAUTH K OITMOOUYHBIM 3BOJIOLIMOHHBIM 3aKJTIO-
yeHUsIM. MI'-MeTtoabl yTBEpXKIAIOT HaANWOOJBIIYIO
JIPEBHOCTb OJJHOTO M3 TTOJIEBKOBBIX IPUPOIHBIX OYa-
OB YyMbl, IEKJIApUPYIOT €T0 MpsSMOe MTPOUCXOXKIe-
HUE OT TICEeBAOTYOEPKYJIE3HOTO oyara, HO JIOTUKY U
MOCJeA0BaTeILHOCTh (hOPMUPOBAHUSI B HEIAJTCKOM
MPOIIUIOM apeajla BceX SKOObl Hambosiee IpPeBHUX,
“IOJIEBKOBBIX’ 0YAroB, IIIMPOKO pa30pOCaHHbIX B A3UK
(renoBapuanTel 0.PE1, 0.PE2, 0.PE4—0.PE10) u BbIsIB-
nenHbix B Anrojie (0.PE3), He packpbiBaoT (3ame-
TUM, B AHTOJIe HET TOJEBOK W MUIIYX U MUKpOOa
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nceBaoTyoepkyne3a 1-ro ceporuna!). CoMHUTEIb-
HOM BUIMTCS M3MHCTpuUMHass MI'-ugess ropu3oH-
TaJIbHOTO BCTpanMBaHUSI B TEHOM OyIyIIero YyMHOIO
MHUKpO0Oa OTKyma-TO M3BHe! MOIMMYHKIMOHATBHBIX
cneunduyeckux! 1151 HEro IIa3MuI BUPYJIEHTHOCTHU
pFra u pPst. HeT oO6BbsicHeHUsT B3phIBHOMY HapacTa-
Huio (“big bang”) reHeTMYecKoro pasHooOpa3usd
BO30ynUTEsIsI YyMbl OMoBapa Antiqua (Tak Ha3blBae-
MbIiA, y3en NO7 [9]) B momysisiusix a3uaTcKuX CypKoB B
HeIaJIeKOM KMCTOPUYECKOM IMPOIIUIOM Tepel HadaoM
2-11 mangemMun. Jekmapupyercsl BEBIMAPaHKUE STKOOBI Cy-
IIECTBOBABIINX B HETAJIEKOM TIPOIITIOM, 6—1 TBIC. JIeT
Hazazn, “apxeosormdyeckmx”’  “MaJiormaTOreHHBIX”’
MTI -nunuii Y. pestis [9, 10, 13, 14], HO BO3MOXHbIE
€ro MpUYMHbI yMaT4MBalOTCS.

HeiicTBUTeNbHO, cocTaBieHue MI'-unoreHeTn-
YeCKMX CXeM IIpPeACTaBiseT co00il HeOOXOmUMYIo,
HO HE JOCTaTOYHYIO COCTaBHYIO YaCcTh MeTaaHaIu3a,
HamnpaBJIEHHOTO Ha pelleHue MNpoOJeMbl IIPOUC-
XOXIEHUSI 9yMbl. JlalbHEHIINM IIpeeMCTBEHHBIM
9TaroM MUCCAeI0BaHUI BUAUTCS CO3MaHUE TOBEPU-
T€JIbHOTO KOHCOJUIMPOBAHHOIO ClieHapus Mpeob-
pa30BaHUS KJIOHA IICEBAOTYOEPKYJIE3HOTO MUKPOOa
B MOMNYJISILIAIO BO30YIUTENSI YyMBI C IIPUBJICYCHUEM
JaHHBIX IPYIMX PEJEeBAHTHBIX €CTECTBEHHBIX HayK:
9KOJIOTUM, OOIIell TeHEeTUKM, SIMU300TOIOTUM, SIIH-
JIEMUOJIOTUH, (PU3NOJIOTUH, OMoTreorpadpnm, MUKpPO-
OMOJIOTMM, TaJCOHTOJOTUY, ITaJICOKJIIMMATOJIOTUH,
O6ronHMOPMAaTUKM, SBOJIIOLIMOHHOIO YUEHUS U APY-
rux. Co3maHne TaKOTO HETIPOTUBOPEUYMBOTO BCEOOh-
eMITIONIIETO ClieHapusl, BepUUIIUPOBAHHOTO MpaK-
TUKOIT, MOXKHO OyIeT CYUTATh PEeIIeHUEM IPOOJIeMBbI.
IToka mMeroTCs TOJBKO OTACIBbHBIE M HE BIOJIHE
yIayHbIe MOIBITKY 3KOJIOTMYECKON MHTEPIIPETALNU
reHeTUYeCKMX JaHHEIX [1, 5,7, 9, 15].

Bropoii ocHOBHOIT TOAX0M K TTpoOJIeMe MPOUCXOXK-
JIEHVSI YyMbl — KOJIOTMYECKUIA — He KOHCOJIUIUPYETCSI
¢ MI'-tromxonoM, KOJTOrMYeCcKuiA ClieHapUii paTuKalb-
Ho omn4aetcst oT MI'-cueHapues [16—18]. B otinune
ot MI'-moagxoma 3KOJIOTMYECKHIA TTOIXO0M OIMCHIBAET
BUIOOOpa3oBaHe MHUKpOOa YyMBI KaK ITOCTEIICH-
HBI “IMapBUHCKUNA” MPOLIECC, COOTBETCTBYIOIIUNA
MOJOXEHUSIM CUHTETUYECKOl TEOpHMU BBOJIOLUU
(CTD). MuKpo0 9yMbI SIBJISIETCS] YHUKAJIBHBIM B COCTa-
Be oOmmpHoro cemeiictBa Enterobacteriaceae u poma
Yersinia, OOBEOVHSIOIIMX BO30OYyIUTEICH KUIIEYHBIX
nHPEKIMii. DTO 03HAYaeT, 9To (popMHpOBaHWE BHOA
Y. pestis TpoXoauo B KAKUX-TO YHUKAIbHBIX YCJIOBUSIX.
DT yHUKAJIBHEBIE YCJIOBUSI PAaCKpBHIBA€T 3KOJIOTHYE-
CKUi1 IIOIXO0Hd, COIIaCHO KOTOPOMY BMIO0OOpa3oBa-
HUe Y. pestis MPOLLIO MOCTENEHHO MO AeiCTBUEM
€CTECTBEHHOTO OTOOpAa B Cpeic, UMEIOIIEH IIPOMEXKY -
TOYHBIE CBOMCTBA MEXIY cpelaMu OOMTaHUS aHIIE-
CTPaAJILHOTO U TIPOU3BOJHOIrO BUIOB. Takoii yHU-
KaJIbHOM cpenoii oKa3ajach Hmapa3uTapHasl cCUCTeMa
MOHTOJILCKUM  CypOK-TapbaraH—cypoubs  OJjioxa
(Marmota sibirica— Oropsylla silantiewi) [16—19]. Iyc-
KOBBIM (PM3UKO-KIMMATHISCKUM (aKTOPOM, BbI-
3BaBIIMM BHMA000pPAa30BaTEIbHBIA MPOLECC, CTajo
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MaKCHUMaJIbHOE capTaHCKoe Imoxojioganue CeBepHOI
Aszuu u JlansHero BocToka Ha pyOexe rieiicTolieHa
U rojioneHa, 22—15 Teic. aet Hazan. HemocpencTBeH-
HBIM MHIYKTOPOM BHI000pa30BaHUS IIOCTYXKIJIIO
rmyookoe Tmpomep3aHue TpyHTa B lLleHTpanpHOM
A3un U, KaK cJIeICTBUE, U3MCHEHNE TTOBEACHMS JI -
YMHOK CYpoubeii 0JI0X1 B 3MMHMUIA TIeprOI — Mepexor B
CWJIy MOJIOKUTEJIBHOIO TEPMOTaKCHca U3 MPOMEP3ar0-
IIeil THE3MOBOM BBICTWIKM Ha Tejla CIIIIUX CYPKOB
(TemMrieparypa IpyHTa Ha IIyOuHe THe3na, 1.8—2.5 M, B
deBpane—Mapte MoxeT onyckarbest 1o —8°C). Ilepe-
MeIleHNE IMYNHOK Ha CIISIIIUX CYPKOB IIPUBOINT K (ha-
KyJIBTaTUBHOM TreMaTodarum: u3 MepCcTr CIIIIIIX Cyp-
KOB JIMYMHKM OJIOX CO CTOXaCTUYECKOI 3aKOHOMEPHO-
CTBIO TIPOHMKAIOT B IIOJIOCTh PTa, IAE Ha CIM3UCTOM
CO3Ma0T CKapu(UKALIMM W IUTAIOTCS BBICTYIIAIOIIEH
JmMdoii 1 KpoBslo. CrieicTBeM (PaKyJIbTaTUBHOM Te-
MaTodaruy CTajio MacCoBOE TpaBMaTH4ecKoe (Heamar-
THUBHOE) 3apaXK€HUE MOIYJISILMUI TMOEPHUPYIOLIUX Cyp-
KOB-TapOaraHoB TICEBIOTYyOepKye3oM. McTouyHMKOM
MAaCCOBOI'O TPaBMAaTUYECKOTO 3apaKeHUS 3aJIeTaloNIX
B CIITUKY CYPKOB CIIYKWJIM WX COOCTBEHHBIE 3KCKpe-
MEHTbI, 0OJIUTaTHO TMOIaJaIoIINe B POTOBYIO MOJIOCTD B
MpoLIecCe U3roTOBJIEHUS “MPOOKU” 3UMOBOYHOI HO-
pol [16, 17]. TpaBMaTUYECKMA HeagaNTUBHBIN IIyTh
MacCOBOI'O 3apaKeHUs ICeBAOTYOEPKYIe30M MOMy-
JISIIMI TTIEPBUYHOTO XO3sIMHA MUKPO0Oa YyMbl — MOH-
rOJIbCKOIO CcypKa-TapbaraHa — 3TO ILI€HTpaJbHBIA
9KOJOTUYECKUM TPUHLIMIT IS TTOHMMaHUs MeXa-
HU3Ma IIPOUCXOXKICHUS YyMEIL.

BaxxHeitmit yacTHbI (pakTOp BUTOOOPA30BaAHUSI
MUKpOOa 4YyMbl — TeTepOoTepMHOE (TeTepOMMMYH-
HOE) COCTOsSIHME TMOEpHUPYIOIIUX XO0351€B-CypKOB
[20, 21]. “XoJiogHast” KpOBb CHSIINX CYPKOB TepsIeT
MMMYHHbBIE CBOMCTBA U YIOIOOJSIETCS HEXXUBOM Op-
raHuke BHellHel cpeabl. [loaToMy rerTepouMMyHHast
roctajibHasi cpejia oka3ajach BIOJHE OJIarornpusT-
HOM JJisI TIEPCUCTEHLMU TICEBAOTYyOEepKYIE3HOTO
MUKPOOa B HOBBIX YHUKAJIbHbBIX TOCTaJIbHBIX YCJIOBU-
SIX, CMSITYMJIa YCJIOBUSI Tlepexoja aHUEeCTpPaJIbHOM
MUKPOOHOM MOMyJIsiiuy (KJI0HA) U3 “XOJIOOHOI” He-
JKMBOI BHEIIHEH OpraHUKM (3KCKPEMEHTOB CYpKa)
yepes “XOJI0NHYI0” XKUBYIO OPraHUKY (HEMMMYHHYIO U
¢71a00 IMMYHHYIO KPOBb CITSIIMX CYPKOB) B TPUHILIM-
MUaJIbHO HOBYIO Ccpelly OOMTaHUusl — JUMGbO-MUETONI-
HBIII KOMIUIEKC TETUIOKPOBHBIX XO3SIEB-TPHI3yHOB U
Mo3Bojiwia OyayllieMy MUKpOOYy 4UyMbl BCTYMUTH Ha
IMyTh MMOCTENMEHHOTro afarnTaluoreHesa.

DKOJIOTMYECKMI MOIXOM PacKphIBaeT Ouoreoie-
HOTMYECKHE NPEANOCHUIKYA U 9KOJIOTUYECKUE aCIeK-
Thl TpeoOpa3zoBaHUsl KJIOHA TCEBAOTYOEPKYIE3HOTO
MUKpO0Oa B MOMNYJISIHUIO BO30YIUTEIISI YyMBI KaK 10—
CTAaTOYHO OBICTPOTO, “KBAHTOBOIO” TTOMYJISIIIMOHHO-
TeHeTUYECKOTO DBOJIIOLIMOHHOro mpolecca [22].
NMmes 6oraToe OMOJIOTUUECKOE COAepKaHUE, IKOJIO-
TMYECKHUI MOIXOM He ocTaeTcst MHAN(PEpeHTHBIM K
HOBBIM MI -gaHHBIM, MHKOpHIOpUpYyeT MHOrre MI'-
daxTbl, coracytoliuecs ¢ nojoxeHusimu CTD. Orto
MMO3BOJIMJIO PEKOHCTPYUPOBATh YCJIOBUSI M BOCCO-

31aTh NOMYJISIIMOHHO-TEHETUYECKUE COOBITUS Tpe-
oOpazoBaHus KJoHa Y. pseudotuberculosis B momyJisi-
LU0 Y. pestis HA OCHOBE 9KOJIOT0-MOJIEKYJISIPHO-Te-
HeTu4YeckKoro cuHresa [19, 21].

Kak HaMm mipencraBiisieTcsl, KBAHTOBBIM XapaKTep
BUI00Opa30BaHUSI YYMHOTO MHUKpPOOa OblI BBI3BaH
TpeMsl MOKa elle MaJOU3YYEHHBIMU SIBJICHUSIMU:
1) BcTpanBaHMEM MOOWMIILHEIX 371eMeHTOB (IS u opy-
r'Mx) B TEHETWYECKWI ammapar OymyIiero YyMHOTO
MUKpoOa ¢ 3¢h(heKTOM MaKpOMyTalluii, 2) KUCTOPOI-
HBEIM B3pbIBOM MakpodgaroB (KBM) B opraHusme
MPOCHINAIOIIUXCS TETEPOTEPMHBIX CYPKOB, TEMIEpa-
Typa Tena (T,) KOTOpBbIX NEPUOAUYECKA MEHSETCS B
muaraszoHe 5—37°C, mipu atom KBM co3paer cTpec-
COBbBIE YCJIOBMS LISl MATOTEHHbBIX OAKTEPUId B IIIMPO-
KOM TeMIIlepaTypHOM Auara3oHe U 3) cTpecC-UHIY-
POBAaHHBLIM MyTareHe3oM, BeI3BaHHBIM KBM [19,
21]. D! IBICHUS PagUKaITLHO YBEJIMIMBAINA CKOPOCTH
MYTUPOBAHUSI M T€HETUYECKYIO BaprabeIbHOCTh MUK-
POOHBIX KJIETOK B BLICOKOM3MEHYMBOI CTPECCOBOI Cpe-
Jie U HEM30eKHO BEJIM K X MAacCOBOI IMMUHALIUM, HO
B TO XK€ BpeMsI B 3HAUUTEILHOMN Mepe TMOBbIIIIAIM BEPO-
SITHOCTb BO3HUKHOBEHUSI PEAKMX adanTUBHBIX MyTa-
LM, YTO YBEJIMUMBAIO CKOPOCTb afanTalyu (3BOJIO-
1IMK1) ¥ OCBOEHMSI HOBOI 3KOJIorTMUecKoi HuIu. Takast
9BOJIIOLIMOHHAST CTpaTerusl SIBJISIETCSl KpailHe pUCKO-
BaHHOU IS DBOJIOLUOHUPYIOLIUX TMOMYJSALNN
(rpynmupoBOK), HO OCTaeTCs eAMHCTBEHHO BO3MOXK-
HOW B OBICTPO MEHSTIONIEIICS CTpeccoBO cpene. B Ta-
KOM cpefie MOTYT BBIKUTb U AaTh MTOTOMCTBO TOJIBKO
eIMHUYHBbIE OCOOM-OCHOBaTe/IU, ‘“OO0OHAaIEeXMBaIO-
IIMe MOHCTPBI”, CTaBIlIME CYACTIMBBIMU OOJIagaTe-
JISIMM peTJ4aiIlnX agalTUBHBIX MyTanuii (IeiicTBU-
TeJIbHO, MUKPOO YyMBbI BBITJISIAUT peaJibHbIM “MOH-
CTpOM” B CpaBHEHUM C TICEBOOTYOEpPKYIE3HbIM
IIPEIKOM).

MI u sKosornueckuii moaxoasl K rmpodjeme mpo-
HUCXOXJIEHUST BO3OYyIUTENS] YYMbl, XOTS U MpPeaCTaB-
JISTIOTCST B HACTOSIIIEE BPEMsI HECOBMECTUMBIMU, TIpe-
CJIeyI0T eUHYIO 1IeJb — PACKphITHE MEXaHU3Ma Tpo-
NCXOXIECHUS 9yMbl. [1oaToMy hakThl, HaKOITTICHHBIC
KaKIbIM M3 3TUX TTOAXOMIOB, JOJDKHBI OBITh COBMECTH-
MbIMM, KOTepeHTHBbIMU. JIOJDKEH CylllecTBOBaTh €Iu-
HBIN ClIeHApWii, KOTOPBI1 MOXKET OBITH CO3IaH TOJIBKO
COBMECTHBIMU YCWIMSIMA MHOTHMX HayK. [Ipemmaraemas
paboTa HalleJieHa WHULIMUPOBATh CO3JaHUE TaKOTo
KOHCOJIMIUPOBaHHOTO clieHapusi. Hamu npennpunsita
MOMbITKA HAa OCHOBE OILIEHKM (YHKIIMIA HEKOTOPBIX
HauboJiee U3yYeHHbIX TEHOB TICEBIOTYOePKYIE3HOTO
1 YyMHOT'O MUKPOOOB 1 3KOJIOTUYECKOTO CLIEHAPUS BU-
JI000pa30BaHUSI MUKPOOA YyMbI TTPOCIIEIUTh MEXaHU3M
MOCTENEHHOTO TEHOMOTeHe3a YyMHOTO MUKpO0Oa B YHU-
KaJIbHOM MEepeXogHOM cpelie — Mapa3suTapHOM CUCTEME
MOHTOJIBCKUI CypoK-TapbaraH—0moxa O. silantiewi n
YTBEPIUTD “HapBUHCKUIT” MPUHIIUIT BUIO00Pa30BaHMS
Y. pestis Kak TIOIyJISILIMOHHO-TEHETUYECKOTO TMpoliecca
MO3aWYHOI 3BOJTIOLIMKY B IPOTUBOBEC IIIMPOKO MPUHSI-
Toii MI'-mapagurMe cajabTallMOHHOIO BHUI000pa30-
Banus mytem T'TIT.
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MO3ANUYHOE BUAOOBPA3OBAHWUE Y. pestis

M3BecTHO, YTO 3BOIIOLIMS, B TOM YKMCJIE BUAOOO-
pa3oBaHUe, MPOXOAUT MO MO3ANYHOMY MPUHLIUITY
[23, 24]. Mo3anyHasl 3BOJIIOLIMSI — 3TO IPOILIECC OT-
HOCUTEJILHO He3aBUCUMBIX BOJIIOLIMOHHBIX U3MEHE-
HUI1 pa3IUIHBIX ITPU3HAKOB OPTaHU3MOB B XOlIe OH-
TOreHe3a, B pe3yJibTaTe KOTOPHIX BO3HUKAIOT HOBbBIE
OpraHM3Mbl, Y KOTOPBIX NPUMUTUBHEIC IIPU3HAKU
MPEeIKOBOM (JOPMBI COUETAIOTCS C IIPOTPECCUBHBIMU
Npu3HaKaMHu TIpOU3BOAHON dopMbl. MozanuHas
SBOJIIOLMSI CBOMICTBEHHA BCEM KMBBLIM OpraHU3MaM,
BKJIIOUAs MUKpOOpraHu3Mbl. [Ipoiiecc Bumoobpaso-
BaHUSI M1 TEHOMOTIeHe3a MUKPOOa YyMbI TaAKXKe COOT-
BETCTBOBAJI IPUHLIMITY MO3aMYHOM SBOJIIOLINH.

Bce mopdodusnonornuecke, 6MOXMMUYECKUE U
MOJIEKYJIIPHO-TEeHETUUECKe MpeoO0pa3oBaHUsl Mpe-
KOBOTO TICEBIOTYOSPKYJIC3HOTO MUKpPOOa B BO30YIUTE-
JIsl 9yMbI TIPOXOIMJIN MO TPEM IJIABHBIM HaITpaBJIeHUSIM:
1) dbopmupoBaHuie (PaKTOPOB BEICOKOM BUPYJIEHTHO-
CTU — ajanTalus K NOMyJSIIMsAM XO351MHa, CO3/IaHUue
YCTOMYMBOM WHTEHCUBHOM OaKTepueMuu, odecre-
yuBalollleii TPaHCMUCCUBHYIO Mepeaauyy OJoxamu;
2) dopmupoBaHue (HPakKTOPOB TPAHCMUCCUM — anariTa-
LM K TOITYJISILMSIM OJI0X-TIEPEHOCYMKOB, OCYIIIECTBIISI -
FOIIM HaJIesKHYIO TPaHCMUCCHUBHYIO ITepenady; 3) dop-
MUpOBaHKe (HAKTOPOB KOMMYHUKAIIMU — YCTOHYMBBIX
B3aMMOOTHOIIIEHUI KJIETOK B MPOM3BONHON ITOITYJISI-
IIUM YYMHOTO MUKpPOOa, CTaOUIU3ZUPYIOLIUX CyIle-
cTBOBaHMEe HOBOTO Buaa [25—27]. ITo BceM TpeM Ha-
MPaBJICHUSIM afarTaiys MpoXoauaa M0 MO3aMYHOMY
MPUHLIMITY U OJHOBPEMEHHO BKJIOYAa TpU (POPMBbI:
WHaNANTAaIM1IOo, TIPEaanTalvio U HeoaaanTaluio.

Hnaoanmauyus xapakTepmsyeTcsi SJIMMHWHAIIMEH
WM MTHAKTUBALIME TPpU3HAKOB 1 (DYHKIIUIA, TEPSTIOIINX
afgarTUBHYIO LIIEHHOCTh B HOBOM cpene ooutaHus. MHa-
JaNTUBHBIE TEHACHIINM Y YyMHOTO MUKPOOa CBSI3BIBAIOT
¢ bosiee CTaOWITBHOI 1 OOraToii MATATETbHBIMU MPOIYK-
TaMU TOCTaJIbHO-BEKTOPHOM CPENoii, B CPaBHEHUU CO
cpenoit oOnTaHus CcalrpO300HO3HOTO ITICEBIOTYOEp-
KYJIE€3HOTO TIpeAKa — HEXWBOW OPraHUKON BHEIIHEMN
cpensl [28]. B reHoMe 1niceBnoTyOepKy/Ie3HOT0 MUKpPOOa
nmeercs 13% MHTAKTHBIX TEHOB, KOTOPBIE COXPAHUIINCH
B FreHOMe YyMHOTO MUKpPOOa, HO MHAKTUBUPOBaHbI TO-
YeyHbIMU MyTauusMu [29]. MHakTuBalMsl KOCHYJIaCh
TEHOB O0IIIETO MeTadOJIM3Ma, BUPYJICHTHOCTH U TPAHC-
muccuu [30, 31].

Ilpeadanmayus — CBOWCTBO TIPU3HAKOB U (DYHKIIUIA
OpraHu3Ma, MMEIOIINX IIPUCIIOCOOUTEILHYIO IICHHOCTh
JIJISI e11le HeOCYIIECTBICHHBIX (DOpM B3aMMOIEUCTBUS C
HoBol1 cpenoii. CriocOOHOCTD K ITPUCTIOCOOICHUIO Y Op-
raHM3MOB 3aJIOKEHa “M3HaYaJIbHO” M HE CBsI3aHa He-
MOCPEACTBEHHO C MX B3aUMOJEHCTBUEM CO CpeIoit
obourtanus. IlpeaganTuBHBIE NTPU3HAKM U (QYHKIIUU
opranmsMa (WIX OTIEJIBLHOIO OpraHa) XapakTepusy-
I0TCSI HEe KaK pe3yabTaT CydyailHbIX MyTaLlUid, a Tpe/-
LIECTBYIOIIEH MPUCIIOCOOUTENIbHOI 3BoMOLMei. B
reHoMax IICeBAOTYOEePKYJIE3HOIO 1 YYMHOI'O MUKPO-
00B OOHApYy:KEHO OOJbIIIe OOIIMX T€HOB M TE€HHBIX
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KOMILJIEKCOB, OTBEYAIONINX 32 peaIn3alliio ooIIeMe-
TabOIMYECKUX KIETOUYHBIX (DYHKIIMIA, Y4EM XapaKTep-
HBIX JISE Kaxmoro m3 BumoB [32]. [Tomumo 3Toro
000MM MHUKpPOOaM CBOMCTBEHHBI OOIIIME XPOMOCOM-
HbI€ T€HbI BUPYJIEHTHOCTHU, TPAHCMUCCUN U KOMMY-
HUKaIuM, a Takxke IurazmMuga Ca-3aBUCUMOCTU
pYV/pCad — nmerepMuHaHTa BUPYJICHTHOCTH Tpex
naTtoreHHbIX Yersinia. IlpeananTuBHBIE TIPU3HAKU U
(GYHKIIMM, CBOMCTBEHHBIE YYMHOMY MHUKpPOOY, KaK
(YHKIIMOHATBHO BaXKHbBIE IEPEIILIN OT IICEBIOTYOep-
KyJIE3HOT'O MUKpOoOa B MaJIOU3BMEHEHHOM BUJIE.

Heoadanmauyus xapakrepusyercs GOpMUPOBaHU -
€M HOBBIX cieM(pPUISCKUX TOJIBKO TSI MUKpOOa uy-
MBI TTPU3HAKOB U (DYHKLIMI U, COOTBETCTBEHHO, TEHOB
U TEHETUYECKUX CTPYKTYp, KOTOpbIE KOAUPYIOT MpU-
3HaKW U (PyHKIIMU, BO3HUKIIIME B IIpoliecce 0TOopa B
HOBOI1 cpelie oOUTaHUSI M OOECIeurBIIME TIePeXon B
HOBYIO 3KOJIOTUUECKYIO HUIIY U aJallTUBHYIO 30HY.
HoBbiMU (heHOTUTTMUYECKUMU TIPHU3HAKAMU YYyMHOTO
MHUKpOOa CTaJli CIIOCOOHOCTh 0Opa3oBbIBaTh OYOOH U
TPAaHCMUCCHMBHAsl Tepegaya uvepe3 YKychl OJIOX.
Heoananranyio y 4yMHOro MuKpoba XapaKTepu3yeT
BO3HMKHOBEHME (DAKTOPOB BUPYJIEHTHOCTU, TPAHCMUC-
CUM Y1 KOMMYHUKAIIMW, KOTUPOBAHHBIX HA JBYX BHOBb
CUHTE3UPOBAHHBIX crielpuieckux Iasmuaax. dak-
TOPbI BUPYJEHTHOCTH U TPAHCMUCCUM, KOIUPOBAH-
Hble Ha cnieliuuUYecKux MaasMuaax, ssBiasioTcs ai-
JIUTUBHBIMU K pa3MelleHHBIM Ha xpomocome [33].
Kpome Ttoro, Mukpo6 Y. pestis TpuoOpen yHUKaIb-
Hble XpOMOCOMHbBIE€ PErMOHbI, 00pa3ylolue I1eCTb
F€HETUUYECKHMX KJIACTePOB, COAEPXKAIIMX KaK MUHU-
MyM 32 TeHa, He CBSI3aHHBIX C BUPYJIEHTHOCTbIO, HO
ONTUMU3UPYIOIINX 001IeMeTabonyeckue (pyHKIIUU
YyMHOU MUKPOOHOI KJIETKH [29].

Taxk Kak npu3HaKy 1 (PYHKLIMN KOIUPYIOTCS OIIpe-
JEJICHHbIMU I'€HaMU U TCHETNYCCKMMHN KOMIUIEKCaMU,
MoC/eIHIE TaKKe MOXKHO XapaKTepu30BaTh KaK MHa-
JanTUBHBIC, TIpealallTUBHbIe U HeoaganTUBHEIE. B
CTaThbe PaCCMOTPEHBI HEKOTOPBIe HanboJjiee U3ydyeH-
HBbIe T€Hbl YYMHOI0 MUKpPO0a, aKTyaJIbHOCTb (PyHK-
Ui KOTOPBIX BITOJIHE JOBEPUTEIBHO NHTEPIIPETUPY -
€TCsI DKOJIOTUUYECKUM clLieHapueMm (TaoJ. 1).

I'EHbBI BUPYJIEHTHOCTH

I'eHbl BUPYJEHTHOCTU KOAWPYIOT TPU3HAKU U
¢byHKIIMM, MO3BOJISIONIME HAMPSIMYIO WM OMOCPENO-
BaHHO M30eXKaTh WU MPEOH0JIeTh (haKTOPhI KJIIETOUHO-
To ¥ TYMOPaJIbHOIO MMMYHUTETA X03s1Ha [34—36].

Hnadanmuensie eenvt. JIr000i WMHGMEKIMOHHbIN
MpPOLIECC HAYMHAETCI MPEOAOJIEHUEM DIUTEIUSI X0O-
3MHa BO30youUTesIsI MHMEKIMU ABYMSI CIIOCOOAMM:
WIM CHeLUaJM3MPOBaHHBLIM 3a CYET B3auMoJeii-
CTBUSI aAT€3MHOB U NHBA3WMHOB MUKPOOA C MHTErpU-
HaMU OIpelIeJICHHBIX 3IMUTEINAIbHBIX KJIETOK, WU
HeaJanTHBHBIM TpaBMaTHUYECKUM IIyTeM, T.e. TIpsi-
MBIM BHEApEHUEM BO30yIUTEsI B IIIyOOKKE TKAHU U
KJISTKN XO3sTMHA. TWIWYHasI TICeBIOTyOepKyse3Hast
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Ta6auna 1. HekoTopblie XOpo1110o n3ydyeHHblE UHANAIITUBHEIE, IPeafalTUBHbIE U HEOAJaNTUBHBIC T€HBI I TeHETUYECKUE
KOMILJIEKChI, Y4aCTBOBaBIlIME B (h)OPMUPOBAHUU (DAKTOPOB BUPYJCHTHOCTH, TPAHCMUCCUN U KOMMYHUKALWU Yersinia

pestis

MNHuananTuBHBIE TeHBI

IIpeaganTuBHBIE T€HBI HeoamanTtuBHbIE TeHBI

®dakTophbl BUPYJICHTHOCTHU inv, yadA, O-aHTUreH

MdakTopbl TPAHCMUCCUN ureD, resA, PDE2, PDE3

cDE?IKTO[Z)I)I KOMMYHUKallU1

cafl, pla, Ypf®
ymt

T3SS/yops, ail, psa
hms

T6SS pSt, pim

UHOEKIIMS HaUMHAETCs CIEeUaTU3MPOBAHHbBIM TTy-
TeM yepe3 M-KJTeTKU U “TIieepoBbI OJISIIIIKK > TOHKOTO
KUILIEUHUKA TETUIOKPOBHBIX X03s1eB. TUMHUUHAS YyM-
Has MHGEKIMs TOXe HauuHaeTcsl Cheluaiu3upo-
BaHHBIM, HO UHBIM IIyTEM — 4Yepe3 YKYChl 3apakeH-
HBIX 010X. “BxomHbie BpaTa” MH(GEKIUN IPU YyMe Y
TPBIBYHOB He CBsI3aHbI ¢ M-KieTkamu. Uadummpo-
BaHUE KPOBU, MEYEHU U CEJIe3eHKM IIpeIIlIeCTBYET
NPOHUKHOBEHUIO MUKpOOa B “IIE€pOBHI OJISIIKA” U
M-xkJieTKu, T.€. pacrpocTpaHEHUE YYMHOTO MUKPO-
0a B M-KJIeTKM POXOAUT OOpaTHBIM MyTeM B CpaB-
HEHUM C IICEBIOTYOepKyie3Hoit mHpekmuein [37].
IIpeoGpazoBaHne OOHUX CIIEIMAIM3UPOBAHHBIX BO-
poT MHGpEKIWU B Ipyrue clieluaJiu3upoBaHHbIE BO-
poTa MPOIIUIO TTIOCTENIEHHO Yepe3 “HecTnelnaiu3upo-
BaHHBIC BpaTa”, KAKMMH CTaJl TpaBMaTHYECCKUI MTyTh
MPOHUKHOBEHUSI MUKPOOa HAIIPSIMYIO B KPOBb X0351-
MHa, KaK 3TO MPOMCXOAUT MPU TOCTTPaBMaTUYECKUX
WHOEKIIMSX, BBI3bIBAIOIINX CETICUC, TAKMX KaK ra3o-
Basl TaHIpeHa, CTOJOHSIK, CUHETHOIHas1, craduiio-
KOKKOBasi, CTPENTOKOKKOBAsI U Apyrue UHQEKIMN.

ITo noHATHUSIM 3BOJIIOLIMOHHOIO YYCHUST MEPEXO],
NONYJISIIUIA KMBBIX OPraHU3MOB OT CIIeIIMAIM3alINU
B OIHOM cpede oOuUTaHUsI K OOMTaHMIO B IPYIoit cpe-
JIe TIPOXOIUT B YCJIOBUSIX MEPEXOIHOM Cpeabl dyepe3
noJIMMopgHBIE TepexXoaHbIe HeCTaOMIIbHBIE (hOPMBI
[38—40]. a1 moHMMaHUs npolecca Buaooopa3oBa-
HHSI MUKpPOOA YyMBI IIPEACTABIISIETCS BaXKHBIM 000-
3HAYMUTH TaKYIO IIEPEXOMHYIO CPENY 1 IIOHSATh IPUUNHY
MHaKTUBaLMU y ITiepexoaHoit ¢hopMsbl pseudotubercu-
losis/pestis reHoB mHBa3uu (inv), aare3uu (yad) n
TeHHOTI'0 KjacTepa, Kogupyomero O-aHnTureH. 9T
TCHBI SIBJITIOTCSI MTHTAKTHBIMU Y TIPEAKOBOIO IICEBIO-
TyOEpKYIe3HOro MUKpP0oOa, HO MHAKTUBUPOBAHbBI TO-
YEeYHBIMU MYTalIMSIMU U BCTABKAMM Y YYMHOTO.

CrapToBbIif KOHTAKT U BHEIpPEHUE ITaTOTCHOB B
SIUTEIMANIbHBIC KJIETKU OpraHM3Ma XO3siMHa obec-
MeYNBaOT creluuIecKrue aare3uHbl 1 MHBA3UHEL.
Cunre3 anaresnHa/uHBazumHa (Inv) — oOCHOBHOrO
depmeHTa, O0OecleuyrBalolIero B3aUMOACHCTBUE
MCEBAOTYOEPKYJIE3HOM KIETKU ¢ M-KJIeTKaMU SIUTe-
JIMSI TOHKOTO KUIIIEYHUKA MJIEKOITUTAIOIIETO-X03I1MHa,
KOAMpYyeTCs TeHOM inv. Inv B3aMOIEICTBYET C MHTE-
TPUH-PELIENITOPAMU, JTOKATU30BAHHLIMU TOJILKO Ha
M-knerkax, T.e. M-KJIeTKu SBJISIIOTCS €IUHCTBEH-
HOM Opellblo B 3MUTEINAIbHONM 3alllUTe X03sIMHA OT
MCeBAOTYOEPKYJIE3HOIO MATOreHa. DTU PELIENITOPbI
OTCYTCTBYIOT Y MPOYMX BBICTUJIAIOMINX KUIICYHBIIA

TPaKT SHTEPOLIMTOB, a SHTEPOLIMTHI HAIEXKHO 3allMIIA-
0T OPraHU3M XO35IMHA OT BHEAPEHUSI MHOTHMX ITaTOTeH-
HBIX MUKPOOOB, B TOM 4YHCJIE IICEBIOTYyOEpPKYJIE3HOIO
[34, 41—44]. B reHOMe MUKpOOa YyMBI iy UMEETCSI, HO
B KauecTBe TceBaoreHa. MHakTuBalus inv BbI3BaHa He
oburaHueM B 0oJjiee CTaOMJIBLHOI M OOTraToii ImTa-
TEJIBHOM Ccpelie TPHI3yH—O0JI0Xa, a CMEHOM BXOIHBIX
BOPOT UH(GEKIINU, MUHYS Opelllb AMUTeIUaTIbHOMI 3a-
IIUTHI, T.€. BBI3BAHA OTCYTCTBHEM CTapTOBOIO KOH-
TaKTa TICeBIOTYOEPKYIEe3HOIO MHUKpPOOA C SIMUTEIIN-
aJlbHBIMU M -KJI€TKaMu.

XoTts1 y MUKpoOa YyMbl iny WTHAKTUBUPOBAH, Ka-
KUX-JTMOO0 HOBBIX T€HOB C aHAJIOTMYHOI (hyHKIIMEN,
HO HAIIPaBJIEHHOW Ha NPYTUe SHTEPOLUTHI, HE BbISIB-
JieHo. CienoBaresibHO, CTAapTOBBIM MyTh amarnTaluuu
YyMHOI'O0 MUKpoOa K OpraHU3My XO3sIMHA He BKIIIO-
yaj CcreluaJM3upoOBaHHOIO Croco0a MpeoaoaeHuUs
WHTECTUHAIBLHOTO Oapbepa. Bo3HUMKaeT Bompoc: ec-
JI He yepe3 M-KJIeTK! U IPYTUE SHTEPOLUTHI, TO Ka-
KMM o0Opa3oM Oyaymiuii MHUKpPOO YyMBI MOJYYMJ
YCTOMYUBBINA OOCTYN B JUMGMOMUETOUIHBINA KOM-
1iekc xo3sinHa? OTBeT JaeT 3KOJOTrMUecKuil clueHa-
puii — NepBUYHOE 3apakeHUE X035IMHA I1CEBIOTYOep-
KyJIE30M Ha CTApTOBOM 3Tarle BUI000pa30BaHUs BO30Y-
IUTENII 4YyMbl TPOIUIO HECTIEHNUATU3UPOBAHHBIM
cnocoboM — TpaBMarndeckuM. IIpssMoe mpoHMKHOBE-
HUE TICEBIOTYOEPKYJIE3HOTO MUKPOOA B KPOBb CITSIILIETO
MOHTOJIbCKOTO CypKa-TapOaraHa cTajo BO3MOXHbIM
IIPU YCTAHOBJIEHUU TIPSIMOTO YCTOMYMBOTO KOHTAKTA
9KCKPEMEHTOB C KPOBBIO Oyiarogapsi capTaHCKOMY MO-
XOJIOHAHUIO U, KaK CJIE[CTBUE, TTOBEICHYECKOMY CIIBU-
Iy B HOMYJISILIMSIX CYpOUbeil 0JI0XU — BO3HUKHOBEHUIO
(hakyIbTaTMBHOI reMaTodaruu JMIUHOK [ 16, 17].

Jpyroit ”THAKTUBUPOBaHHKIN IreH yadA, pyHKIIN-
OHAJILHO TECHO CBSI3aHHBI C inv, KOOUPYeT Ha Ij1a3-
mune pCad cunHre3 anre3mHa YadA [44—46]. Bax-
HBIM CBOiiCTBOM YadA sBISIETCSI CIIOCOOHOCTH CBSI-
3bIBAaThCS C SKCTPalE/UIIOSIPHBIM MAaTPUKCOM U
UHTerpuHaMu M-KJIETOK, 4TO, KaK M B ciay4dae ¢ Inv,
BaXXHO Ha CTapTOBOM 3Talle IICEBAOTYOEpPKYJIE3HOM
nHpeknnn. Co cMeHOM “BXOIHBIX BOPOT’ MHMpEK-
LIUU TIPU YyMe, MUHYSI M-KJIeTKU, yadA yTepsi CBOIO
(GYHKIIMOHATBHYIO 3HAYUMOCTb, MOJOOHO inv, U ObLI
WHAKTUBUPOBAaH MyTallMeil B IIPOLIECCE €CTECTBEH-
HOro otoopa.

Jas paciungpoBKU Mpoliecca BUA00Opa3oBaHUS
MUKpOOa YyMbI MHTEPEC NPeACTaBISTIOT O-aHTUTEHBI
nceBnoTyoepKkysne3Horo O:1b 1 YyMHOro MUKpoOOOB.

TEHETHUKA Ne 2

TOM 57 2021



IFTEHOMOT'EHE3 MUKPOBA YYMUbI Yersinia pestis 145

MonexyasapHbIe CTPYKTYPBI T€HHBIX KJIAaCTEPOB, KO-
aupyooimnx O-aHTUTEHBI, UMEIOT CXOJACTBO Ha ypOB-
He 98.9%, 4TO yKasbIBaeT Ha ITPOVICXOXIeHE Y. pestis
UMEHHO OT Y. pseudotuberculosis O:1b [47]. OTKpbITHE
MpsSIMOTO MpelKa YyMHOIo MHMKpoba cTajo Kpae-
YTOJIbHBIM KAMHEM B TECOPUU IPOUCXOKIACHUS UyMBI.
I'ennsrii kmacrep, Kogupyommnii O-aHTUTEH, SBIISI-
€TCsI MHTaKTHBIM Y MCEeBIOTYOEPKYIE€3HOIO0 MUKPO-
0a, MOIIep>KMBAET CBOMCTBO BUPYJIEHTHOCTH [48],
HO y 9yMHOT0 MUKPOOa OH MHAKTUBUPOBAH MyTallUEiA.
IMTonararot, uto yreps dyHkmn O-aHTUTEHA Y YyM-
HOTr'o MUKpOo0a IpuBeJia K ITOJIHOLEHHOMY (DYHKIINO-
HUPOBaHUIO BaXXHEMIIIEr0O HOBOOOPa30BaHHOTO (haK-
TOpa BUPYJEHTHOCTH — TporenHa Pla (akTuBaTopa
IUJIa3MUHOTEeHA), OTBETCTBEHHOTO 32 OyOOHHOE MPOo-
saBiaeHne nHoekunu. HoBooOpa3zoBaHHBI JTOKYC pla
oKazaJicsl aHTarOHMCTOM T'€HOB, Koaupytomux O-aH-
TUTEH, 1, B CUJIy KPAaeyrojabHOI BaXKHOCTU (DYHKIINU
pla-TeHa, ero cuHTE3 OBLI ITOIIEPXKAaH €CTECTBEHHBIM
otoopoM, a pyHkusa O-aHTUTEHA, HA000POT, ObIIa
yTpaueHa [32, 47, 49].

IIpeadanmuenbie eeHbl TICEBIOTYOEPKYJIE3HOTO
MUKpOOa, COXpaHUBIIME CBOIO aKTyaJlbHOCTbh B HO-
BOIi cpene oOuTaHus, Nepeluid K MUKPOOY YyMbl B
MaJloM3MeHEeHHOM Bue. K HUM OTHOCST reHbl, OTBe-
yarolllue 3a CTPeCCOyCTOHUYMBOCTD K (paKkTopam Kiie-
TOYHOTO Y TYMOPaJbHOTO UMMYHUTETa TEILIOKPOB-
HBIX X03s1eB [9, 35, 50].

LeHTpanbHOlI IpeagaNTUBHON TI'e€HETUYECKOM
CTPYKTYPOIi YyMHOTO MUKpOOa clieyeT CYUTaTh CU-
creMmy cexkperuu III tuma (T3SS) (“MosiexyisipHbIA
mmpui”’) — 0a30BbIil (paKTOp BUPYICHTHOCTU IIATO-
TEHHBIX Yersinia, JOKaAJIM30BaHHBIN Ha TTA3MUJIE BUPY-
JnenTHocTu pYV/pCad. C nomorpsio T3SS npoTerHbI
BHEIITHe MeMOpaHbl MuKpoOa (Yops) TpaHCHOPTUPY-
IOTCSl HEMOCPEJCTBEHHO B 3YKApPUOTUYECKYIO KIJIETKY
X03siMHa U MHruoupywoT ¢arouuros [33]. Tlpouue
¢akTopbl BUPYJEHTHOCTHU Y. pestis cieayeT paccMmar-
pUBaTh Kak anguTuBHBIE K T3SS, co3nmaroiime cuHep-
reTuyeckuit a¢pexr.

B reHomM yyMHOro MmKpoba OT MCEeBIOTYOEpKY-
JIE3HOTO MpeIKa B MOYTH HEM3MEHEHHOM BUJE IIepe-
1reJ1 reH ail (attachment invasion locus), Komupyrommii
Ha XpOMOCOMe MOBEPXHOCTHBIN MpoTeuH Ail, peryim-
pyIOLIMIA TIPOSIBJICHUE PE3MCTEHTHOCTU K TyMOpajb-
HBIM akTopaM mMmyHmTeTa [51—55]. Iloyemy sTOT
WHBa3WH, B oTinume oT Inv 1 YadA, moJTHOCTBIO coXpa-
HIWI CBOIO (DYHKIIMOHAJIBHYIO 3HAYMMOCTh B UyMHOI
kietke? Oyukuug Ail, obecrieunBaroias IIPOTUBO-
CTOSIHHE TIPEIKOBOIO TCEBAOTYOCPKYIE3HOTO MUK-
poba rymMopanbHBIMU (PAaKTOpaMU UMMYHHUTETA X035 -
MHa, 0Ka3ajlaCh Ype3BblYaiiHO BaXKHOM U JJIsI JOYep-
HEero BUJa — MHUKpoOa 4YyMbl, TaK KakK, COTJIacHO
9KOJIOTUYECKOMY CLICHAPUIO, CTAPTOBBIM YCJIOBUEM
BUI000pa3oBaHUs Y. pestis ObLIO IIPSIMOE MONagaHue
MCeBAOTYOEPKYIE3HOr0 MUKpoOa B TUMEPO-MUEIIO-
UIHYIO CUCTEMY CIISIIMX CYpKOB-TapOaraHoB U BO3-
HUKHOBEHME MOCHeayIolIel MMOCTTpaBMaTUIECKOM
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cenrtnneMnu. Takum obpazoM, Ail cTtanm aBaHTap-
HbIM (paKTOPOM 3alMThl MUKPOOa MCEBAOTYOEPKY-
Jie3a, TPOTUBOCTOSIIIMM (haKTOpaM TyMOpPaJIbHOIO
MMMYHHTETA CILIIMIETO CypKa IPU TpaBMaTUIEeCKOM
MMPOHWKHOBEHUM B KPOBb, a BITOCIEIACTBMU COXpa-
HUJ (PYHKLMIO 3alIMTHOTO (PakTopa MPOMEXKYTOU-
Hoii (pseudotuberculosis/pestis) M NPOU3BOTHOI
(Y. pestis) popm.

OcobeHHoCThIO OeKa Ail 9yMHOro MUKpoda SIB-
JISIeTCsl MPOSIBJIEHE aKTUBHOCTY HE TOJILKO B OPraHU3-
Me TeIUIOKPOBHBIX X03seB, uMeronux T, okono 37°C,
HO U Tipu Gosiee HU3KOM (<28°C) TeMmeparype, 4To
OOBIYHO CBS3BIBAIOT C YCTOMUMBOCTBIO MUKpPODa uy-
MBI K OaKTepULIMIHBIM (haKTOpaM B MUILIEBAPUTEb-
HOM TpakTe 0710xu [51]. B cOOTBETCTBUM Xe C 3KOJIO-
TMYECKUM clieHapueM Ail He MMeeT OTHOIIEeHUs K
MEPCUCTEHIINU MUKPOOa B 010xax. AKTMBHOCTH Ail B
xoJiogHoM (£28°C) KpoBU X03sIMHA MOXXHO paccMar-
puMBaTh Kak TpeajalTUBHOE CBOMCTBO, CTaOWIN3U-
poBaBlieecss B rereporepMHoii cpeae (5—37°C) B
mpoliecce aganTalMoreHe3a B MOIYJISILIUSIX MOHTOJTb-
CKOTO cypKa-TapOaraHa Bo BpeMsi 3UMHEN CIISTUKU.

Ellie omHUM O4YeBUIHBIM ITpeaganTUBHBIM XPOMO-
COMHBIM T€HOM SIBIISIETCS psaA, KOOUPYIOIIWIA aHTY-
reH pH6 (PsaA). dyHKLUS 3TOr0 aHTUTEHA COCTOUT
B WHrUOMpoBaHUM arolnro3a M MNOMAEPKAHUUN
CITOCOOHOCTM YYMHOI'O MUKpPO0Aa PEerIMLMPOBATHCS
B Makpodarax B YCJIOBUSX “He3aBepIIeHHOTO (aro-
nuTo3a” [50, 52]. DTa cmocoOHOCTh CBOMCTBEHHA
TakKe IICeBOOTYOCPKYIE3HOMY MHUKPOOY, M, HECo-
MHEHHO, 3TOT IIPMU3HAaK ObLI yHACJIeIO0BaH BO30YyIM-
TeJIEM YyMBI OT IICEBIOTYOEPKY/IE3HOTO Mpeaka [56].
Pennukanmsa B Makpogarax mo3BoJisieT 000MM MUK~
pobaM m30eXxaTh SANUMUHAONKA (PaKToOpaMH TyMO-
paJIbHOTO UMMYHUTETA, a TAKXKe UCITOJIb30BaTh MaK-
podaru B KauyecTBe TPaHCIIOPTHOI'O CPENCTBA U3 MECT
BHeapeHus (M-KJIeTOK M CaliTOB WHOKYJISIINN) B
JuMGaTAUYECKIUE Y3IIbI.

Heoadanmuenuie eenb BUPYASHTHOCTA KOIUPYIOT
Opu3HAaKu U (PYHKIMM, OTBEYaIOIIre 3a Kilaccude-
CKy10 O0yOOHHY10 (bopMy MH(MpEKLUU U HACTYIJICHUE
CEIICCa OpraHu3Ma X03s1uHa, 0€3 KOTOPOTrOo HEBO3-
MOXHAa TpaHCMHMCCHBHAs Iiepemadya 4Yepe3 YKYChbl
610x. HoBooOpa3zoBaHHBIE Te€HBI BUPYJICHTHOCTHU
pa3MeIIeHbl Ha CIIeU(PUIECKUX TOJILKO IJIS 9YyMHO-
ro MUKpo0Oa 6onbmroit pFra n manoii pPst rmasmMmaax.
OTU T1a3MUIbl BUPYJIEHTHOCTU B JIEUCTBUTEBHOCTU
SIBIISIIOTCSL TTOMM(YHKIIMOHAIHBIMY. bBoJblnass 1mia3-
MUIA HECET IeHbl BUPYJIEHTHOCTHU (cafl) m TpaHCMUC-
cuu (ymt). Maas 1ia3mMuaa HeCeT TeH BUPYJIEHTHOCTU
(pla) n nBa reHa KOMMYHUKAaLWK (pst v pim). Bce ot re-
HbI KOIUPYIOT pa3Hble celUdUIecKre TOIbKO IS
MUKpOOa YyMbI IPU3HAKHU, TO3TOMY LIIMPOKO MTPUHSI-
Tas cpenu MI-uccnenoBareneii uaest 00 MX rOpU30H-
TaJIbHOM BCTPaMBaHUM 13 KAKOT'O-TO MTOKA HEM3BECTHO-
IO BHEIIHEro MCTOYHMKA Jajieka OT IKOJOTMYECKOTO
MMOHMMAaHMS Y HE BIIMCHIBACTCS B OOIIEIIPUHSITHIE I10-
noxenuss CTD. CoriacHO 3KOJIOTMYEeCKOMY ClieHa-
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puio ob6e TUTa3MUALl OBUTM CUHTE3MPOBAaHBI MHTpA-
LEJUTIONSIPHO B Tpollecce TeHOMOoreHe3a Y. pestis.
ITpuuem nepBoit nosiBuiack pFra [19].

I'en cafl xonupyet Ha pFra cuHrte3 antureHa Fl,
OTBevaloIlero 3a rnojaasjieHue parounTo3a Makpoda-
ramu [57]. DToT pakTOp BUPYJIEHTHOCTH JOCTATOUHO
XOPOIIIO M3YyYEH, OH SIBJISICTCS alIUTUBHBIM K 0a30-
BOMY IpeafgalnTUBHOMY (PaKTOpy BUPYJICHTHOCTHU
T3SS. Ho ocraercs He BIOJTHE MOHATHBIM COBMEILE-
Hue Ha omHOI pFra-mia3mune reHOB BUPYJIEHTHOCTHU
cafl v TpaHcMuccuu ymt. I1epBblil a3KcIIpeccupyeTcst
pu Temriepatype 37°C (T, TEIIOKPOBHOTO XO3sIM-
Ha), a BTopoil — nipu <27°C, T.e. Iu1azaMuga obdyiagaer
CJIOKHBIM M COBEpIIEHHBIM anrapaToM TepMOpery-
sy pyakuuii. Cunraroot, uyro 27°C — 3T0 TemIie-
paTypa MeCTOOOMTaHMSI OJIOXM Ha Tejle XO3sMHa, W
MUKPOO, OyAyuM BHE XO35IMHA, a1allTUpOBaH UMEHHO
K 3TOi1 TeMItepatype. OaHAaKO OJIOXU SIBIISIFOTCS JIUIIb
KPaTKOBPEMEHHBIMM JKTONapa3suTaMyd WU OCHOBHOE
BpeMsl XKU3HEHHOTO IIUKJIA TIPOBOAST B THE3/E X035 -
WHa, TeMIlepaTypa KOTOPOro 3HAYUTEIbHO HILKE,
yeMm 27°C. K npuMepy, B 3MMOBOYHBIX THE3I1aX MOH-
roJILCKOT'O CypKa TeMreparypa MOACTUIKM HUKOTIa
He mnpeBbimaer 7°C, B TedeHHE Troma KoJjeOJieTcsl B
muamnasoHe oT —8 no +7°C [16—20]. CormnacHo 3Ko-
JIOTUYECKOMY CLIEHAPUIO TIPOUCXOXICHUS MUKpOOa
YyMbI MOXKHO IIPEAIIOI0XKUTh, YTO CUHTE3 IJIa3MUIbI
pFra BMecTe ¢ ymt-reHoM cTapToBajl HA paHHUX 3Ta-
rax TeHoMoreHe3a Y. pestis, HO CUHTe3 TeHa cafl Ha
ATOM TUTa3MUIEe OB CMEIIeH K KOHITY TEeHOMOT'€He3a.
B mo0oMm cityyae 3KoJIOTMYeCKUI ClieHapUid He IO~
JIep>KUBaeT WIS TOPU3OHTAILHOIO BCTpaWBaHMUS
0OJIBIIION MONMM(PYHKIIMOHAIBHOM 11a3Munbl pFra B
T€HOM YyMHOTO MMKp0O0a M3 KaKOro-I1100 BHELITHETO
MCTOYHMKA.

I'en pla, moxann3oBaHHBIN Ha MaJOi IJIa3MUIE
pPst/pPla, Komupyet cMHTE3 aKTUBAaTOPa IMIa3MUHO-
reHa — pepmeHTa Pla. DTOT hepMeHT obecrieunBaeT
IMCCEMHUHALIAIO YYMHOTO MUKpOoOa 13 caiiTa MHOKY-
JISIUMU B perMOHapHbIe JTUMGaTUIYECKUEe Y3/Ibl ¢ 00-
pa3zoBaHueM OyOOHa M AajibHElilee pacIipocTpaHe-
HUE II0 BCEMY OpPraHM3My 3apaKeHHOTO XO3sIMHa C
HacTyrieHueM cericuca [52, 58, 59]. CorynacHo 3K0-
JIOTMYECKOMY CLEHAPUIO SHIOLESUIIOISIPHBII CUHTE3
aToro akropa Hadajcs Ha 0ojiee MO3THUX CTaIMsIX
TeHOMOTI'eHe3a MUKP0oOa YyMBbI B TTOITYJISILIUSIX THOEP-
HUPYIOUIUX TeTePOTEePMHBIX CYpKOB, uMmetomux T,
BhIlIe 20—25°C, xorma Makpodarv cnocoOHbI aKTH-
BUPOBAThCS (DArolMTO30M U MOXKET HACTyMHaTh KMCIIO-
pomHbIii B3pbIB [19, 21, 22]. Pla oTcyTcTBYET ¥ KaBKas-
cKoro moasuaa Y. pestis caucasica. I1lo MI'-npru3Hakam
9TO TO3BOJISIET CUUTATh KaBKA3CKUi1 MONBUI, Hanbosee
JIPEBHUM, TIPOSIBJISTFOLIIM TepeXOIHbIe CBOMCTBA MEX-
Iy TICEBNOTYOEpKYJIE3HBIM WM YYMHBIM MUKpOOaMu
[58]. HaobopoT, Mo 3KOIOTrM4ecKoii JOrnke KaBKas3-
CKUii moABUa oOpa3yeT HauboJjiee MOJIOIble MPUPOI-
HBIE oYaru, HauboJiee yaajJeHHbIE OT MeCTa BUI000-
pazoBanus Y. pestis B LlentpanbHoit Asuu. Hano mona-

rath, 4TO Mpu3HaK Pla* GbL1 yTepsH B “OyThIIOYHOM
TOPJIBILLIKE” MPU €CTECTBEHHOM JJIUTEbHOM, ThiCcsue-
JIETUSIMU, TOJ3yYeld TEPPUTOPUAIBHOM SKCIAHCUU
MHKpOo0a 4yMBI 13 paifoHa Bumoodpaszosanus |20, 60].

B xpomocome uyymHOro MukKpoda oOHapyxkKeHa
JHK mnpodara Ypfd, koTopast OTCYTCTBYET Yy IICEB-
JIoTyoepKysie3Horo Mmukpoba. Ilpenmonaraior ee ak-
pusunmio mytem ['TIT [13, 61]. C HamnaueM Tipocara
CBSI3BIBAIOT YBEJIMYEHUE BUPYJICHTHOCTH UYYyMHOTO
Mukpob6a. [IpimyemM B reHoMax OoJiee ApeBHUX O11OBa-
poB Antiqua u Mediaevalis mpodar cyliiecTByeT Kak
DKCTPAaXpOMOCOMHBIN HECTAOMIILHBIN PETUOH, a B Te-
HoMe 0oJiee MoJiogoro 6uoBapa Orientalis — Kak MH-
TEerPUPOBAHHBIN U cTaOWILHLIN [62]. [ToaToMy moa-
ralpT, 4To cTabminm3anus ¢ara B TeHOME UyMHOTO
MUKpOOa Mpoxoausa JIUTeIbHOE BpeMsl, BIUIOTh 110
Havana 3-ii mangemMuu. IToka ocTaioTcs HEeSICHBIMU
MIPOUCXOXACHNE Ipodara B TeHOME YyMHOTO MMK-
poba 1M ero B3aMMOOTHOIIEHWE C IOIYJISLUSIMU
Y. pestis. Ypf® cnieumdudeH s Y. pestis, caenoBaTeIb-
HO, HafIo I10JIaraTh, (pOpMUPOBAJICS KO3BOJIIOLIMOHHO C
Y. pestis. Ecniu npennonararot I'TIT, To Bo3HUKaeT BO-
IpocC: TOe, OTKyJa M KakKMM 00pa3oM IIPOM30IILIO
BCTpanBaHME €ro B XxpomocoMy? KM3BeCTHO, UTO MOCie
JIUBEPreHIn OT KJloHa Y. pseudotuberculosis miomymnsi-
1us1 Y. pestis CTpOTO U30JIMPOBaHa B (CTEPUIIbHOIT) Kpo-
BU XO3MHA W MMeEJIa OrpaHUYeHHbIE BO3MOXKHOCTU
3aMMcTBOBaHMs BHeKIeTouHoM (foreign) JIHK [63].

I'EHbBI TPAHCMHWUCCHUHN

IlceBnoTyOGepKyne3Hblit MUKPOO, MPEeIoK YYyMHO-
ro, B TUIMYHBIX YCIOBUSX HE IlepeaacTcs OJoXaMMu.
IMomanmas B penkux ciiydasix ¢ KpOBbIO B MUIIIEBapH-
TEJIbHYIO CUCTeMY OJIOX, OH MPOAYLUPYEeT TOKCUHBI,
BBI3BIBAIOIIME OCTPYIO IMAPEI0, IIPUBOISIIYIO K TH-
6esn [64]. ITosTomy miist 6osiee 3pdeKTUBHOMI Iepe-
Jlayd HOBOMY XO3SMHY MMKpPOO YyMbl BbIpaboTal
aganTaluuy K IIEPCUCTCHLIMM B IOIYJISLIUSIX OJIOX.
Apnantaliisl IIpoXoauja IO OBYM HamlpaBICHUSIM:
1) cHMXXeHUSI TOKCUYHOCTU JJIsI OJI0X U YBEJIUUYCHUSI
YCTOMUYMBOCTH K (pepMeHTaM NUILIeBapUTEIbHOI CHi-
CTeMBI U 2) POpMUPOBAHMS OMOIUIEHKH, CO3IA0IIeiA
MeXaHUYeCKUI OJI0K TIpemkesynka KakK MeXaHU3M
IIPOJOHTMPOBAHHOM Mepeaayy BO30yIUTENISI B IOy~
Jaumn xo3sguHa. MopMmupoBaHre OUOIUIEHKHU B TIpe-
XeJIynKe OJ0XM SIBJISISTCSI TeMITepaTypHO-3aBUCH-
MBIM IIPOILIECCOM U IIPOMCXOAUT B IMAIa30HEe TeMIIe-
patyp ot 5 go 26°C, npuyeM IIpu MOHMXKEHHOU TEM-
repaType 3TOT MPoliecC MPOXOAUT Goiee MHTEHCUB-
Ho. M3BecTHO, uTo mipu 6—10°C — TeMnepaType MecCT
oOuTaHus 010X CYPKOB U CYCIIMKOB poaa Oropsylla —
OuorieHKa B BUAE “MIPOOKU” TIpemKenayaKa Oaox
BO3HMKAEeT BO MHOTO pa3 Yallle, 4eM IIpU TeMIlepaTy-
pe 18—25°C [65—67].

Mukpo6 yymbl nepenaercst AByMsSI TPaHCMUCCHU-
OHHBIMM MEXaHM3MaMU: HeCIMelUaJIu3upOBaHHBIM
paHHeda3HbIM (MEXaHUYECKMM) U CHEUMaTIN3UPO-
BaHHBIM ITO3IHE(a3HbIM (“OJIOKOBBIM ), MEXIY KO-
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TOPBIMU CYIIECTBYET KOHTUHYAJILHBIN nepexor [67].
HecneuuanusupoBaHHbIil Manodd(eKTUBHBIN Me-
XaHUYECKUIT CIIOCO0 nepenayn peaim3yeTcsl B KOPOT-
KM€ CPOKM II0CJIe YKyca 010X ¥ XapaKTepeH ISt MHO-
T'MX TPAHCMUCCUBHBIX 00Jie3Hei. MUKpPOO IceBaOTY-
OepKyje3a BTUM CIIOCOOOM IIepedacTcsl pelKo,
TONBKO B “XOJOOHBIX” YCIOBUSIX OOWTAaHUS OJIOX
[68]. IIpn MexaHUYECKOl Iepenadye KOagalTUBHBIX
OTHOILIEHU MUKpOoOa 1 0JIOXU HEe HAOII0gaeTCsl.

Crnenuaan3upoBaHHbBINA “OJIOKOBEIN” cIIOCOO Iie-
penayu SBJSIETCSI MHHOBAIMEM YyMHOTO MUMKpoOa,
OH OCYIIECTBJIsIeTCS Oaromapsl aganTaluy K IepCcr-
CTUPOBAHMIO B MNEPETHUX OTIEaX IUIIeBapUTEIb-
HOW cucTeMbl OJioX. AmanTauus TpoXoauiia, Kak
YIIOMSTHYTO BBIIIIE, ABYMSI CLIOCOOAMU: IIPOTUBOCTOS -
HIEM TOKCMYECKOMY BO3IEMCTBHIO (DepMEHTOB IHUIIIC-
BapUTEIBLHOM CHCTEMBI OJIOXU CO CHIDKEHUEM CO0-
CTBeHHOI TOKCMYHOCTU (Ymt-(aKTop) U BbIPaOOTKOM
CocoOHOCTH (POPMHUPOBATh OMOIUICHKY M CO30aBaTh
070K B npemxkenynke omoxu (Hms-dakrop). Crienina-
JIM3UPOBAHHEIN IIyTh II€peaadu SBIISIETCS aqauTUB-
HBIM K IPUMUTUBHOMY MEXaHWYECKOMY W 3HAYM-
TEJIbHO YBEINYUBaET 3(pPEKTUBHOCTH TPAHCMIUCCHB-
Hoit lepenaum [67].

99

I[Mpuunna popmupoBaHuUs “06J10KOBOIT” TIepeaaun
“Mela TyaTuCcTUIecKyto rpupoay. C OmHOI CTOPOHHI,
arperatuu 10 10° KJIIETOK 4yMHOro MUKpoba B caifTax
WHOKYJISIIMM OJIOKMPOBAaHHBIMU OJIOXaMM, B OTJIMYME
OT OOWHOYHBIX “TIAHKTOHHBIX KJIETOK IIPU MEXaHM-
yecKol mepenaye, JaroT 0osee BEICOKMIA 3 ¢eKT 3apa-
keHus. C Ipyroil CTOpOHbI, B BUIE OMOIICHKH 1 arpe-
raiuii, JOKaJU30BaHHBIX B IIEpeIHUX OTOeAax MTUILeBa-
PUTETHLHOTO TPaKTa OJIOXW, MUKPOO MOXKET IJTMTEITEHOE
BpeMsI IIEPCUCTUPOBATh U OCYILIECTBIISIT ITPOJIOHTMPO-
BaHHYIO Tlepeaady B TeUeHUE BCEil SKU3HU 3apakeHHOM
610X (B HEKOTOPBIX ciaydastx 6omee 400 cyTok) [65, 68].
B mpouiecce BumooOpa3oBaHUSI YyMHOIO MUKpoOOa
3TO OBUIO BAXKHO JIJTS MEePEKUBAHMSI IIPOMEXKYTOUHOM
¢dopmoit pseudotuberculosis/pestis ce3oHa JeTHEM
aKTUBHOCTU NEPBUYHOIO XO3sIMHA — MOHTOJILCKOTO
cypka. CypKH B TEIUIbIIA CE30H rojia aKTUBHBI I UMEIOT
roctostHHYT0 T, okojto 37°C. B aT0 Bpemst cucteMa nMm-
MYHHUTETa paboTaeT MOJIHOLEHHO U TATOTeHbI TOTAIb-
HO 3IUMUHUPYIOTCS. OTCIoAa MOXKHO 3aKJTIOYUTh, YTO
Ha 3Tamne ImpeoOdpa3oBaHus K1oHa Y. pseudotuberculosis B
nonyJsiuuio Y. pestis nepexomHasi ¢oopma pseudotuber-
culosis/pestis B X0JIogHOE BpeMsI Toa IIepCUCTUPOBalIa
B TIOMYJISILINSIX THOSPHUPYIOLINX TeTePOTEPMHBIX CYp-
koB (T, < 37°C), a TeruIblii CE30H MepekuBaia B MOIy-
nauusx 6;oxu O. silantiewi, OOUTAIOIINX B XOJTOIHBIX
YCIIOBUSX cypoubux HOp [20, 69].

Hnaoanmusnvie eenvt. Ypeasa UreD, xkogupyemast
XPOMOCOMHBIM I'eHOM ure D, Heobxonuma AJjisl mepcu-
CTEHLIMU KUILIEYHBIX Yersinia B KMCJIOU cpele Xey-
JMIOYHO-KHUIIIEYHOI0 TpaKTa >KMBOTHBIX-XO35€B, HO
ABJISIETCSI KpailHe TOKCUYHOM 115 61ox [26, 70, 71].
TakuMm o6pa3oM, reH ureD IBASIETCS aHTUTPAHCMUC-
croHHBIM. OH MHAKTUBUPOBAH Y YYMHOTO MUKpoOa
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¥ CYHIIECTBYET B BHMAE IICEBOOIeHa, TaK KaK YTepsUI
CBOIO (DYHKIIUIO B CBSI3U C TPAHCMUCCHUEH Yepe3 YKY-
CHI 6J10X, MUHYS KWIeYHBIN TpakT [13, 15, 26]. To
€CTh MHAKTUBALIMS TeHa ureD 1 yTepsi ypea3sHoOil ak-
TUBHOCTM Yy YYMHOTO MMKpOOa OBIJIM CBSI3aHBI CO
CMEHOIT MyTH 3apaxkeHWsI MHPEKIUEH 1 agarnTaleid
K OOMTaHUIO B OpraHu3Me 0JIOX, TMOeIb KOTOPBIX CHU-
XaeT 3(HEeKTUBHOCTE TPAHCMMCCHMBHON Tiepemaun. Y
HEKOTOPHIX IITAMMOB YyMHOI'O MUKPOOa OTMEYaroT pe-
Bepcuio rmpusHaka Ure™ B Ure™, 4To CBA3BIBAIOT ¢ HAJIN-
YyeM B XW3HEHHOM LIMKJIE MUKpoOa MOYBEHHOM (ha-
3bI [26]. DKOJIOrMYECKMi CLIEHApUii He TTOAAepXKIBa-
€T 9Ty UJIEIO.

Jpyroif MHAaKTUBUPOBAHHBIN XPOMOCOMHBINA TeH
rcsA KogupyeT peryysiTOpHbId mpoteruH RcsA, us-
BECTHBIII KaK MHITMOUTOP CHMHTe3a OMOIUICHKU (aH-
TUTPAHCMUCCUOHHBIN (akTop) [26, 72]. BDTOT TeH
MMEIOT KaK TICeBAOTYOEPKYJIE3HbIN, TaK M YyMHOM
MUKPOOBI. ¥ MCEeBIOTYOEepKYyJIE3HOIO MUKpOoOa, MoIa-
JAIOIIEr0 M3 BHEIIHE OpraHu4eckoi cpedabl B opra-
HM3M TIpbI3yHa-X035IMHA, a 3aTeM OJIOX1-TIepEHOCUMKa,
TeH rcsA 3KCIpeccupyeTcsi, U OMOIJIeHKa B OpraHu3Me
MepeHoCcYnKa-010x1 He oOpa3yeTcsl. ¥ YyMHOTO MUK-
poba rcsA MHAKTUBUPOBAH, CTal IICEBOOTeHOM. BEhI-
KJIIOYeHVEe aHTUTPAHCMUCCUOHHOTO (haKTOpa MPUBEJIO
K (hopMHUpOBaHUIO OUOIJIEHKU U, KaK CJecTBrE, OJ10-
Ka mpeaxenynka oymoxu [72—75]. MHakTuBalvs aH-
TUTPAHCMUCCUOHHOIO TeHa rcsA, Hago ToJiararhb,
OblLj1a CBSI3aHA C CUHTE30M Y YyMHOTO MUKpoOa aHTa-
TOHUCTUYECKOTO K HEMY IeHa TPaHCMUCCUBHOCTH
ymt Ha BHOBb CUHTE3apOBaHHO OOJIBIIION MIa3Muie
pFra. ®yHkims ymt, Kak pacCMOTPpUM HITXe, OKa3a-
Jlach BBICOKO aKTyaJIbHOW B HOBBIX IOCTaJIbHO-BEK-
TOPHBIX ycyioBUsIX. Kak ciencTBue, CONpPSKEHHbIE
aHTaroOHUCTUYECKUE MPOLIECChl — MHAKTUBALIMS FcSA
U CUHTE3 ymi — ObUIM IOIJAepKaHbl €CTECTBEHHBIM
oT6opoM [26].

Ananranysi 9yMHOTO MUKpoOa K TpaHCMUCCHUB-
HOI1 0JIOKOBOI Mepenaye IIPOosIBUJIACH TAKXKE B MHAK-
THBAlUM PETYJIITOPHBIX T€HOB, KOOUPYIOIMNX (PYHK-
uu ¢ocdoauacrepas (PDE) — depmeHTOB, yyacTBy-
IOIINX B CUHTE3¢ OMOIUICHKM B KaYeCTBE HETraTUBHBIX
perynsaropoB. 'enbl, kogupyromne dyHkin PDE2 n
PDE3 y Mukpo0a 4yMsbl, B OTIIMYME OT TICEBIOTYOEPKY-
JIE3HOTO MMKpPO0Oa, MHAKTUBUPOBAHBI U ITO3TOMY HE
OJIOKMPYIOT WHAYKIINIO OMOIUICHKM B MHUIIEBapu-
TeJbHOM TpakTe 0Jiox [15, 75].

IIpeadanmuenuie eenvt. Hanbosee BaXKHBIMU U XO-
POIILIO U3YYEHHBIMU MpeaganTUBHBIMU T€HETUYECKU -
MU CTPYKTYpPaMU YyMHOTO MUKPOOa, KOIUPYIOIIUMUA
hakTOpbI TPAHCMUCCUM, SIBJISIIOTCSI AMS-OTIEPOHBI — CO-
BOKYITHOCTb XPOMOCOMHBIX JIOKYCOB, KOIUPYIOIIUX
nporerHbl Hms, OTBETCTBEHHBIE 32 CUHTE3 3KCTpalle-
JIIOJISIPHOTO Martpukca, (hopMUpPYIOIIEero OMOTUIEHKY Y
MPENKOBOIO TCEBAOTYOEPKYIE3HOTO U Y JOYEPHETO
YYMHOI'O MUKPOOOB IpH TeMmrepaTypax <26°C [50, 76—
78]. Y mceBOoTyOEpKYyIE3HOIO MUKpPOOA 3TU OIIEPO-
Hbl COCTaBJIIIOT MOJIEKYJISIPHO-TEHETUUYECKYIO OCHOBY
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aganTanuy K KOJIOHUAILHOMY OOMTaHUIO BO BHEIITHEMN
HEXXMBOI OpraHuke, 0oraToii KOHKYpPHUpPYIOIIUMHU ITPO-
KapMOTHBIMU BUIaMU. broIieHKa-MaTpyKC SIBJISICTCSI
(U3NKO-XMMIYECKM CpPeACTBOM OOpLOBI 3a CyIle-
CTBOBaHME B MYJITUMUKPOOHOM COOOIIIECTBE U Xpa-
HUWINIIEM 3K30LIEUTIONSIPHOTO OMOXUMUYECKOTO U
TEHETUYECKOIO MaTepHrajia, HeOOXOMUMOIO IS IIOM-
JIep>KaHUsl METa0OJIMYECKUX M DBOJIOLIMOHHBIX MPO-
LIECCOB B MOIYJISILMSIX OUOIUIEHKO-(POPMUPYIOIIIX
OakTepuii [79]. Y MuKkpoOa 4yMbl 3KCTPALSIUTIOISIPHBIN
MAaTPUKC BBIMOIHSIET HECKOJIBKO NMHYIO (pyHKIIMIO. OH
y4acTByeT B (POpMHUpPOBaHUM OJI0OKa IIpelKeayaKa
OoXN-IIepeHOCYMKA M, TAKM O0pa3oM, CIielnduae-
CKOI1 TpaHCMUCCUBHOI TIepenayun. B rporiecce BUIoo6-
pa3oBaHUs Y. pestis OJIOK TIpemxKeyaka 61oxu obecrie-
yyBaj IIPOJIOHTMPOBAHHOE TEPEXKUBAHUE ITPOMEXKY-
TO4YHO# hopmoii pseudotuberculosis/pestis aeTHEro
reproAa B MONyJISIIUSX 010X (HO HE B ITOIYJISIIIMSIX
CYPKOB), TaK KaK JIETOM aKTHUBHBIE CYpKHM 00J1a1aioT
MOJIHOLIEHHBIM MMMYHUTETOM U MepeXoaHbie ¢op-
MBI MUKpOOa B MX OpTaHU3ME TOTaJIbHO SJIMMUHUPO-
BaJmch [22].

Heoadanmuensie eenvi. Ilomumo Hms, 6azoBoro
dakTopa TPaHCMUCCUU, MUKPOO YyMBI CUHTE3UPYET
AIIUTUBHBIN crienuduueckuii (pakTop TpaHCMUC-
CUM — MBIIIMHBINA TOKCUH (Ymt). DTOT (pepMeHT 3a-
IIUIHAcT OaKTEpUM OT OAKTEPUOJIUTUUCCKUX U IIUTO-
TOKCHYECKUX BO3ICUCTBUIA B TIEpEIHUX OTAENIAX ITH-
IIEBAPUTEJIBHON CUCTEMBbI OJIOXM U TEM CaMbIM
paIvKaJIbHO MOBBIIIAET CIIOCOOHOCTH 0JI0X K TpaHC-
MuccuBHOI niepenade [50, 64]. CunTe3 Ymt Kogupo-
BaH F'eHOM ymt, pa3MellIeHHBIM Ha OOJIbIION MIa3MU-
ne pFra. Cnenys noruke 3KOJOTMYECKOIO CLIEHAPUS
MMPOUCXOXKAEHUS YyMbl, aganTanusl OymIylero Muk-
po6a yyMBHI K Tiepeaade B3pOCIbIMU OJI0XaMU CTapTO-
BaJjia cpa3y II0CJIe MaCCOBOTO IIPOSIBIICHUS (DaKyIbTa-
TUBHOM TMYMHOYHOI reMaTtodaruu y cypoubux 610X
U YCTOMYMBOTO IMMOCTTPABMATHUYECKOTO NICEBAOTYOEp-
KYJIC3HOI'O Ccellcuca TMOepHUPYIOIINX TeTepOTepPM-
HbIx (T, 2 5°C) cypkos [19]. C HauamoMm cuHTe3a Ymt
clIenyeT yBSI3BIBaTh hopMUpoBaHue Tia3Munsl pFra.
B cBoto ouepenb, Hauyasao cuHte3a pFra crano ctapro-
BBIM MOMEHTOM B (DOPMUPOBAHUU SMU300TUUYECKOIT
CHCTEeMBI YyMBI MOHTOJILCKUI cypoK—0oxa O. silan-
tiewi—MUKpOO Y. pestis.

I'EHbl KOMMYHUKALINHN

MUKpOOpraHu3MBbl, KaK Bce IIPOYMe XXUBbIE Opra-
HU3MBI, IIPOSIBJISIIOT COLIMaIbHbIE B3aMMOOTHOIIICHMSI.
BzanMocBsa3n 1 Koorepalys IPOSBISIIOTCS B TaKUX
JKM3HEHHbIX (DyHKIMSX KaK paccejieHue, MuTaHue, co-
3aHKe OMOIUICHKM, PETIPONYKIIVS, XMMUYeCKast 3ally-
Ta, curHaym3anuys [79]. 'eHbl KOMMYHUKAIIY KOOUPY-
10T QYHKIIUU U TIPU3HAKW, KOHCOJIUIUPYIOIIUE MUK-
poOHbIe TTonyJsiiuu. OCTaHOBUMCS Ha CyIb0€ OTHOIO
MpeaganTUBHOTO TeHHOro 0JIoKa W ABYX Heoamall-
THUBHBIX TCHOB KOMMYHUKAIIUW YYMHOTO MUKpPOOa.

IIpeadanmueHnuie eenst. Kak y IpeIKOBOTO IICEBIO-
TyOEepKyJIe3HOTO, TaK 1 YYMHOTO MUKPOOOB MEETCS
TeHHBII KJIacTep CEKPETOPHOI CUCTEMBI 6-TO TUIA
(T6SS), oTBevaroMii 3a pa3HOOOPa3HbIe YHKIINH,
cpeny KOTOPBIX BBIAEJISIOT PETY/ISLUI0 BHYTPpU- U
MEXBUIOBBIX OaKTepUaTbHBIX OTHOILIeHUI [80—83].
MonexkynsipHbIe CTPYKTYPbl HEKOTOPBIX TeHETUUECKIX
kinactepoB T6SS y Y. pseudotuberculosis n Y. pestis nme-
10T BBICOKOE cxoncTtBo. Kitactep A T6SS sasmsercs
TeMIIepaTypHO-3aBUCUMBIM, TeHBI KjlacTepa 3KC-
IIPECCUPYIOTCS IIPU TeMIIepaType He Boile 26°C, 4yTo
MpeaIoaaraeT Peryysiiio BHYyTPUBUIOBEIX OTHOIIIE-
HUI B IONYJISIIUSIX 000MX BUIOB Yersinia BHE TEIIO-
KPOBHOIO XO3sMHA, U 3Ta PEryjsiusl B XOJOTHOM
BHETOCTAJILHOU MEPTBOIl OpraHUYeCcKOl cpene oour-
TaHUs (B 9KCKPEeMEHTaX) IPeaKOBOro IICeBAOTyOep-
KYJIE3HOI'O M B XOJIOOHOM BEKTOPHOI Ccpene Ipou3-
BOJTHOI'O YYMHOTO MHUKpPOOOB (B HepeIHUX OTIAeIax
MMUIIEBAPUTEIBHON CUCTEMBI 0JI0X) OCYIIECTBISICTCS
CXOJIHBIM 00pa30M.

Heoadanmuensie eernvt. MHOTTIE MUKPOOHBIC BUIBI
CHHTE3UPYIOT BUIOCHeMprUIecKrue 0aKTepUOLUHbI —
XUMUUYECKHE areHThbl, OTBETCTBEHHbIE 32 PETYISLIUIO
MEX- U BHYTPUMBUIOBBIX B3aUMOAEHCTBUI MUKPOO-
HBIX KJIETOK Y MOJJAepKUBaIoIIe (PyHKIINIO OOPHOBI
3a CyllleCTBOBaHHUE B MHOTOBUIOBOM MUKPOOHOM CO-
obmectBe [25, 84]. MUKpoO YyMbl CUHTE3UPYET CIIe-
nubudeckuii 6akTepuouH — nectuuuH (Pst), ko-
IUpPYeMblii Ha MaJIOi T1a3Muie TeHOM pst. [lecTuiiyH
MpPOSIBIISIET aKTUBHOCTb TPOTUB TPENKOBOrO BHUIA
Y. pseudotuberculosis 0:1b 1 4yBCTBUTEJIbHBIX K IIe-
CTULIMHY IIITAMMOB COOCTBEHHOTO Braa. Kak perysi-
TOPp M€X- U BHYTPUBUIOBBIX OTHOILIEHU I, TECTULINH
MMeJl HEMOCPEeACTBEHHOE OTHOIIEHUE K IIPOIecCy
npeobpa3oBaHus KiIoHa Y. pseudotuberculosis 0:1b B
nonyisnuio Y. pestis [22]. C HUM CBsI3aHO B3aMMO-
JIeficTBe MUKPOOHBIX KJIETOK B IIEPEXOOHOI IeTepo-
reHHoii nonynsiuu pseudotuberculosis/pestis. Kiretku
(KJIOHBI, KOJIOHUM, TPYIITIIUPOBKM ), CUHTE3UPYIOIIHE
MEeCTULIMH, CTaJIX TTOAABISATh MPEAKOBBIE (POPMBI, HE
CUHTE3UpYIOllIMe WIM CUHTE3Upylolue 3TOT ¢ep-
MEHT B MeHbllIeil Mepe. B KoHeuHOM cueTe NecTUIIH
cTaJl BHYTPUITONYJISIHMOHHBIM OMOXMMUYSCKUM 130-
JIUpYIOIIUM (HaKTOpOM, CO3IaBIIUM XUATYyC MEXIY
MpeAKOBBIM MUKPOOOM TceBIOTyOepKye3a 1-ro ce-
pOTHIIA ¥ AOYEPHUM MUKPOOOM UyMBbI, IIPOYHO 1 Ha-
Bceraa pasfevBIIUM 3TH ABa Buaa. Takum obpa3om,
CHHTE3 pst IpU TemIieparype =26°C saBisieTcs BaX-
HEMIel XapaKTepUCTUKON MOCTENIEHHOIO0 F€HOMO-
reHesa Y. pestis, B npotuBoBec MI'-unee o ropuzoH-
TaJIbHOM BCTpauBaHUM B TE€HOM IICEBIOTYOEpKYJie3-
HOTO MUKpoOa pst-reHa B cocTaBe IUIa3Muibl pPst
Kak caJbTallMOHHOTO BUI000pA3yIOIIEero akTa.

C pst yHKIIMOHAJILHO TECHO CBSI3aH T'eH UMMYH-
HOCTHU K TIECTULIMHY pim, pa3MEIICHHbIM Ha TOM Ke
mirasMune. Pim mHaKTUBHpPYET MECTULIMH W TIPEeao-
XpaHseT KJIETKY OT JIM3MCa COOCTBEHHBIM MECTULIMHOM
[85]. Tanmem Pst—Pim obecrieunBaeT MMOITYJISILIMOHHYIO
CTaOMJIBHOCTh M BUIIOBYIO CAMOCTOSITEILHOCTD Y. pestis.
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Pasmerenre Ha manoit masmuae pPst 1Byx B3anumo-
CBSI3aHHBIX BUIOCITEM(UIECKMX I€HOB KOMMYHUKa-
LU pst U pim HEOCIIOPHMMO CBUACTEIILCTBYET O €€ UH-
TpaLE/UTIONIIPHOM CHUHTE3¢ Ha 3aBeplIAIoIIUX 3Tarax
¢dhopMHUpoOBaHUST HOMYJISILMOHHON CTPYKTYpPhl YyMHOTO
MUKpO0a ¥ UICXOMHOI SITM300TIYECKOIM CUCTEMBbI YyMbI
MOHTOJIBCKMIT CcypoK—Oioxa O. silantiewi—MHUKpoO
Y. pestis B 11e10M.

PaHee HeOMHOKpPATHO BBLICKA3BIBAJIOCh MHEHUE,
KOTOpOe MoaJac 00CyKIaeTcsl B COBPEMEHHOI JINTepa-
Type, YTO XXM3HEHHbII LIMKJI MUKPOOa YyMbl BKJIIOYACT
canpoduTHIeCKyIo a3y pasBUTHS, T.€. UYTO YyMa, KaK 1
TICEBIOTYOEPKYJIE3, SIBJISIETCS CAlIPO300HO030M [86—88].
IMecTrLiH, TP 3TOM, SIKOOBI MUCITOJIHSIET POJIb areH-
Ta 60pHLOEI 3a CYIIeCTBOBAaHME B MHOTOBUIOBOM MOY-
BEHHOM MUKPOOHOM cool1ecTBe [88]. Dkonoruue-
CKUi1 CLieHapUii IPOUCXOXACHUSI MUKPOOa YyMbI He
MOIAEPKUBAET TAKOTO MHEHMUSI.

SAKJIIOYUTEJIbBHBIE 3AMEYAHUA

HTtak, kak Ob1710 cKa3aHo Bbille, B MI'-noaxone K
npobysieMe BUIoo0pa3oBaHUsI BO30OYINTES 9yMBI OC-
HOBHBIM T€OPETUYECKUM OPUEHTUPOM HAyIHOTO I10-
ncka gpisgercda napagurma I'TIIN — ropu3oHTaIbHOIO
IepeHoca OCHOBHBIX (DaKTOPOB BUPYJISHTHOCTU C
nocjenyloneil amantaluveid myreM “TOHKOM Ha-
CTPOMKMN” TEHETUYECKUX M3MEHEHUIl IS yCIell-
HOI MHKOPIIOpalnU 3TUX (paKTOPOB B MUKPOOHBIMN
reHoM. OTcroga ¢ HeU30eXKHOCThIO MPUHUMAETCS
MTI'-uness cajbTallMOHHOM 3BOJIOLUN KaK Clel-
CTBUSI HEOOJIBIIIOrO YKMCIa KIIOYEBBIX CIIOHTAHHBIX
FeHEeTUYECKMX aKTOB: aKBU3ULIMIA, Neelnii, MHaK-
TUBalIMii, “B3pBIBOB” BHYTPUBHIOBOIO pa3HOOOpa-
3usg. Ha MTI'-pumoreHeTndyeckux cxeMax YyMHOTO
MHUKpoOa 0003HAYalOT MOMEHTHI KJIIOYEBBIX MHHO-
Ballii: BHEAPEHUS B pa3IMUHbIe (DMIIOTeHETUIECKIE
BeTBU mjiasmun BupyJieHTHocTH pFra m pPst [3, 9,
26], THaKTUBAaLUW/IeJICLINA TeHOB BUPYJICHTHOCTH 1
TpaHcMmuccuu cafl, pla, ymt, ureD, rcsA, pde2, pde3
[26,27,75], 0603HAYAIOT Y3716l U “B3pbIBbI” pa3HO00-
pasus (“bigbang”, NO7, N11, N14) [5, 9]. Ho MoMeHTbI
3TUX TAaK HAa3bIBAEMBIX “KITIOYEBLIX” WHHOBALIMIL Oe-
KJIApUPYIOT TOJIBKO Ha OCHOBaHMM MI-IaHHBIX U He
MOAKPEIIIIOT 3KOJIorn4ecKuM HappatuBoM. Clio-
XKWJIach CUTyallusl, KOrga CTPYKTYPhl TECHOMOB MIpe-
KOBOIO TICEBIOTYOEpPKYJIE€3HOTO M HPOU3BOTHOTO
YYMHOTO MHUKPOOOB XOPOILIO U3yYeHbI, HO YBOJIIOIIM -
OHHOE gap-TIPOCTPAHCTBO MEXIY HUMU OCTaeTcs Oe-
JIBIM TIITHOM. Jlaxke HOCKOHaJIbHOE 3HAHUE CTPYKTYP
reHoMOB Y. pseudotuberculosis O:1b n Y. pestis oka3ajloch
(haKTONOrMIeCcK HETOCTATOYHBIM ¥ METOIOIOTMYECKI
HECOCTOSTETbHBIM 111 packpbeiThst MI'-Mexann3ma
npeoOpa3oBaHusI KJIOHA IIEPBOrO BUAA B ITOMYJISILIMIO
BTOPOTro. DTO gap-IPOCTPAHCTBO CIIOCOOECH 3aIT0JIHUTh
9KOJIOTO-TeHETUYECKUI TTOIX0I, B KOTOPOM 3BOJIIO-
LIMOHHAsI cyap0a TeHOB MHTEPIIPETUPYETCS Ha OCHOBE
BBISIBJICHHBIX YHUKAJIBHBIX 9KOJIOTMYECKUX 1 OMoreo-
LIEHOTUYECKNX OOCTOSITEILCTB BUIO0OPA30BaATEILHOIO

TEHETUKA Ne 2

TOM 57 2021

rpoliecca. DKOJIOTUIECKHIT TTOIXO/, SIBISIETCSI BIIOJTHE
I/IH(I)OpMaTI/IBHbIM N JOBCPUTCIIbHBIM B CBA3U C HEAAB-
HYM B 3BOJIIOLIMOHHOM MacIlTabe BpeMeH! BO3HUKHO-
BEHUEM 4yMHOro MUKpobOa. IIpupomHasi ob6cTaHOBKA
KOHIIa TuieiicTonieHa u royoneHa LleHTpanpHoit A3un,
B KOTOpOii IpoTeKajl BUI000pa30BaTEIIbHBIN ITPO-
1ecc, B GOIBIION Mepe COXpaHWIACh O HACTOSIIETO
BPEMEHM U MOXKET ObITh YCIEIIHO PEKOHCTPYUPOBA-
Ha aKTyaJIMCTUYECKMMU METOIaMMU.

BaxxHo rmomuepKHyTh IBa KOPEHHBIX O0CTOSITEILCTBA
Ipoliecca BUIoo0pa3oBaHMI MUKpPOOa IyMbI 13 OKa3aB-
1Ierocsi(MXcsl) B YHUKAJIbHBIX YCJIOBUSIX, 9KOJIOTMYECKH
HM30IMPOBAHHOrO(bIX) KIIOHA(OB) IICEBIOTYOEPKYJIE3-
HOTro MMKpoOa: 1) HeagalTMBHBII TpaBMATHUYECKMIA
MyTh paIVKaJIbHON CMEHBI BXOIHBIX BOPOT MCEBAOTY-
OepKyJIe3HOM MH(MEKIMU B OPraHNU3M TEIUIOKPOBHOTO
XO31HA 1 2) HAJIM4I1e IPOMEKYTOYHOM (TIEPEXOTHOM)
MUMKPOOHOM Cpelibl, B KOTOPOI COBEPIIAIMCH MTOMYJISI-
UOHHO-TEHETUYECKME COOBITUS (POPMUPOBAHUS
Buma Y. pestis. Kak orMe4eHO BEHIIIIE, IIPSIMOE TpaBMa-
TUYECKOE MPOHUKHOBEHUE IICEBIOTYOCPKYIE3HOTO
MUKpoOa B IMM@Y U KPOBb CHSIIETo cypKa He Tpebo-
BaJIO CIIELIMAIM3UPOBAHHOIO MEXaHM3Ma aare3uu u
nHBa3uu M-kietok. Kak ciencrBue, pepmeHTHl Yad
u Inv yrpatuim cBou GYHKIUM, a KOTUPYIOIINE WX
TeHEI yad n inv nHaKTUBUpoBaiuch. Haobopor, mis
“3as9KOpMBaHUs” U MIEPCUCTEHIIMM KJIOHA MCEBIOTY-
OCpKYJIE3HOr0 MMKpOOa, HaIIpSIMyIO IIPOHUMKIIIETO B
M@y ¥ KpOBb CIIIIIETO CypKa, ObLI BOCTpeOOBaH
¢akTop BUPYIEHTHOCTU, IIPOTUBOICUCTBYIOIINIA (haK-
TOpaM TyMOPaJIbHOTO HWMMYHUTETa XO3SIMHA. OTUM
¢akTOpOM BUPYJICHTHOCTU CTaJl aAre3MH-HMHBa3WH
Ail, yHacjiemoBaHHBI OT IICEBIOTYOEPKYJIC3HOTO
MUKpOOa ¢ MaJbIMU U3MEHEHUSIMU.

Btopoe BaxkHOE 00CTOSITEILCTBO BUIOOOPA30BAHUS
MUKpPOOa YyMbI — HAJIMIME IIPOMEKYTOIHOM (TIepexoI-
HOI1) cpelbl MEXIY cpedaMi OOUTaHUSI TIPEIKOBOIO U
pou3BogHOro BuaoB. CTapToBOe 3aKpeIuIieHUE KIOHA
TICEBIOTYOEPKYJIE3HOTO MUKPOOA B “XOJIOTHOI KPOBH
CTISIIIIETO CypKa O3HavyaJIo BHEAPEHUE KJIOHA TICEBIOTY-
OCpKYJIE3HOr0 MMKpOOa B KOHTUHYAJIBHYIO Cpely, B
KOTOPOI1 IIOCTENIEHHO M II0CIeA0BaTEIbHO Ha MOITYJIsI-
LIMOHHOM YPOBHE COBEPLIAJIMCh BCE MOJIEKYJISIPHbBIC 1
reHeTU4eCKre IIpeoOpa3oBaHUs IEePEXOTHON (OPMBI
10 TIPUHIIAITY MO3an4yHoOi1 3Bomonun (puc. 1). Borss-
JICHUE BTOM Cpellbl CO3MaI0 YCIOBUS IS PEKOHCTPYK-
K OBICTPOTO “KBAaHTOBOTO” U B TO XK€ BPEMsI IIOCTE-
IIEHHOT'O, HE CAJIbTALIMOHHOTO BUI000Pa30BaHMST MUK-
poba Y. pestis [22, 60].

OOHapyxXeHH1e U ONUCaHUe MEPEeXOIHOM Cpebl, C
OIHOIT CTOPOHBI, OTKPBIBAET IIMPOKHUE MEPCIIEKTUBI
B pELLICHNU MPOOGJIEeMbI TTPOUCXOXKIACHUS YYMBI, TIO3BO-
JISIeT BBICTPOUTD JIOTMKY TIOCTENIEHHOTO Ipeodpa3oBa-
HUSI TEHOMAa YMEPEHHO ITaTOreHHOIO ICEBIOTYOEpPKY-
JIE3HOTO MMKpOoOa 1-T0 cepoTuIia B TeHOM BBEICOKOIIATO-
TeHHOT0 YyMHOTo MWKpoba OunoBapa Antiqua 110
MO3aMYHOMY MPUHLIUITY U B COOTBETCTBHUU C IIOJIO-
xenusmu CTO. Ho ¢ apyroif cTopoHBI, BO3HUKAET
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Yersinia
pseudotuberculosis

IlepexonHast popma
pseudotuberculosis/pestis pestis

Yersinia

WuamanTuBHbIe TeHBI (MHAKTUBALIMS/2IMMUHALINS)

inv, yadA, O-aHTUTEH,
ureD, rcsA, PDE2, PDE3

[IpeamanTuBHBIE TeHBI (COXpaHEHUE)

T3SS, ail, psaA,

hms, T6SS

HeoamantuBHbIC TeHBI (CUHTE3)

cafl, pla, Ypf®, ymt,
pst, pim

Puc. 1. Tpu cocTaBISIONIMX TeHOMOIeHe3a MUKpo0Oa YyMbl Yersinia pestis, XapaKTepu3ylollie MO3au4HOe BUA00Opa30BaHUeE:
WHAKTUBALIMS/2IUMUHALIUS He(PYHKIIMOHATBHBIX TEHOB, COXpaHEHWE aKTUBHBIX T€HOB U CUHTE3 HOBBIX 'eHOB. ['eHeTHue-
CKHMM HOBaLMSIM, TPUBEAIIMM K BOSHUKHOBEHUIO HOBOTO BUa Yersinia pestis, Oblia MoaBepKeHa HbIHE BbIMEpILIasi ePexXol-
Hast ¢hopMa Mukpoba pseudotuberculosis/pestis, cylecTBoBaBIlIasl B IPOMEXYTOYHOM (IIEPEXOIHOI) cpele.

HEOOXOIMMOCTb paluKaibHOU Koppekiuu MI'-pu-
JIOTeHU B COOTBETCTBUU C “IKOJOrYecKoit” ¢uore-
Huei [60]. A 3T0 He IIPOCTOoE A0, TaK KaK B IPodIeMe
MpoucxoxaeHus uyMbl MI'-uccnenoBarenn coxpaHsi-
0T eIMHOOyIINe B oprueHTauuy Ha napagurmy I'TIT B
OTHOIIEHNHN CIEHU(UIECKUX TOIBKO IS YyMHOTO
Mukpob6a rasmun pFra u pPst. 1 B Takom citydae
MOTpeOyeTCsT JOCTAaTOYHO [JIMTEIILHOE BpEeMSI ITOKa
Ha3peioT (PyHAaMeHTaIbHbIC, KpUTUISCKHE IIPOTH-
Bopeuust BHyTpu MI-mmoaxona, KOTOpbBIe BBIHYIST
00paTUThCS 3a MOMIEPXKKOI K 3KOJIOTUM. bymnyimii
KOHCEHCYC 3KOJIOTOB, T€HETUKOB M MOJICKYJISIPHBIX
OuosoroB (eco-evo perspective) B Bompocax Mpouc-
XOXIEHMSI YyMbl OyJIeT O3HAYATh POKICHUE BCECTO-
pPOHHE 00OCHOBAHHOI TEOPUU ITPOUCXOKICHMS YyMbI
U BHeceT OECLICHHbBII BKJIaa B BBISCHEHUE T€HETHYe-
CKMX U MOJIEKYJISIPHBIX 3aKOHOMEPHOCTEil (hopmMo- 1
BHUI000pPA30BaHMS HE TOJIBKO BO30OYIUTEIS 9yMBI, HO 1
MHOTUX IPYTUX MAaTOT€HHBIX MUKPOOPTAHU3MOB.

Hacrosimas ctatesa He COOCPKUT KaK1X-JI100 uc-
CJIEIOBaHUI C MCITOJIb30BAaHUEM B KaueCTBE OOBEKTa
2KMBOTHBIX.

Hacrosmas craThs He COIEPKUT KaKMX-JIU00 HC-
cJIeIOBaHUI1 C y4aCTHEM B Ka4eCTBE OOBEKTA JIIOACIA.

ABTOD 3asIBJISICT, UTO Y HETO HET KaKMX-JIMOO KOH-
(GIIMKTOB UHTEPECOB.
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Genomogenesis of the Plague Microbe Yersinia pestis
as Related to the Process of Mosaic Evolution

V. V. Suntsov*

Severtsov Institute of Ecology and Evolution of Russian Academy of Sciences, Moscow, 119071 Russia
*e-mail: vvsuntsov@rambler.ru

The basic methodological principle of the modern molecular genetic approach to the problem of speciation
of the plague microbe Yersinia pestis is the saltationist paradigm of horizontal gene transfer. It assumes the
insertion into the genome of the ancestral pseudotuberculosis microbe Y. pseudotuberculosis O:1b of two
plague-specific plasmids, virulence pFra and pPst, as well as inactivation/deletion of genes that have lost their
functions. An alternative ecological approach suggests the “Darwinian” mechanism for the formation of the
plague microbe genome in the temperature-continuum (5—37°C) environment of the Mongolian marmot—
marmot flea (Marmota sibirica— Oropsylla silantiewi) system, which exhibits intermediate properties between
the habitats of the ancestral and derived species. The ecological scenario of the origin of the plague explains
the evolutionary fate of 18 well-studied plague microbe genes and gene structures. It was shown that the grad-
ual transformation of the genome of the pseudotuberculosis microbe into the genome of the plague pathogen
occurred according to the principle of mosaic evolution and corresponded to three forms of adaptation: in-
adaptation, pre-adaptation and neo-adaptation. The prospect of developing the theory of the origin of the
plague is seen in the synthesis of molecular genetic and ecological approaches.

Keywords: genome, Yersinia pseudotuberculosis, Yersinia pestis, transitional forms, speciation, mosaic evolu-
tion, Marmota sibirica.
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®docdarasnbiii komiieke PPH3 cocrout u3 Tpex cyobeAMHULL: KaTanuThudeckoir Pph3 u Bcriomorareiib-
HbIx Pph2 u Psy4. Pph3 takske o6pa3yeT ABOitHOM KOMILIEKC ¢ cyOobenuHulieit Psy2, KoTophlit CBsI3bIBaeTCsI
¢ kuHa3oit Rad53 n nepochopmnupyer ee 63 IpuBiIecYeHNUS TPEThell CyObeIMHUIIBI. T pOMHOM KOMITIIEKC
nedocdopunupyer YH2A. Panee Mbl mokaszanu, 4to reH HSM6 cooTBeTcTBYeT reHy PSY4 Ha reHeTu4ecKoi
Kapte Saccharomyces cerevisiae. Mytanusi Asm6- I IOBBIIIIaeT CKOPOCTb CIOHTAHHOTO 1 YacToTy Y ®-uHmy-
LIMPOBAaHHOTO MyTareHe3a. B HacTosleit paboTe Mbl MOKa3aau, YTO MyTalluu B reHe PPH3 yBe14uBaloOT
CKOPOCTh CIIOHTAHHOT'O perapaTUBHOIO MyTareHe3a B 7 pas, IIpM 3TOM MyTauuu pph3A u hsm6- 1 snucra-
TupyloT. [1pu Beicokux no3ax yactota Y ®-uHAYLMPOBAHHBIX MyTallUii Y MyTaHTOB pph3A, psy4A v hsm6-1
OIMHAKOBA U TIPEBBIIIACT yPOBEHb MyTareHe3a B IITAMME JTMKOTO TUITa TPUOIU3UTEIBLHO IBYKpaTHO. Bee
MYTAaHTBI NIOKa3bIBalOT 00Jiee BBICOKYIO (IPUMEPHO 10-KpaTHYIO) 4acTOTy Y-UHAYLMPOBAHHBIX MyTaLIUMi
10 CPAaBHEHUIO CO IITAMMOM JAUKOTO TuIa. OO0beAMHEHNE MYTalIMii B TeHaX, KOMUPYIOIINUX CYObeTMHUIIBI
PPH3, u mytauuii B MMS2 1 XRS2, KOHTpOJIMPYIOLIMX O€301IMO0YHBII ITyTh IMOCTPEIJIMKATUBHO pera-
pauuu, MpUBOIUT K GiiokupoBanuio PPH3-crienudpuueckoro YO -unayuupoBaHHOro MyrareHesa. Takum
oOpa3oM, Mbl uaeHTUULIMpoBaiu komiuiekc PPH3 B kauecTBe HOBOro hakTopa, BOBJIEYEHHOIO B peryJisi-
U0 6e30IIMO0YHON BEeTBY MOCTPEIUIMKATUBHONM penapauun. JIBoitHoit myTaHT 110 reHaM PTC2 n PTC3,
KOIMPYIOLIUM ABe aApyrue docdarassl, nedochopunupyoinue Rad53, He oTinyaeTcst OT lTaMMa IMKOTo
THUIA B OTHOIIeHUN Y D -MHIYyIIMPOBAHHOTO MyTareHe3a ¥ BBDKMBAeMOCTH. DTO O3HAYaeT, YTo rurepdoc-
dopunupoBaHue Tojibko Pph3-cnenudpuyeckux cailtoB 6enka Rad53 u ructona H2A yBenuuuBaeT ypo-
BeHb Y®D-MmyTareHesa.

Karouesnie crosa: pocdaraza Pph3, pemapanusa JHK, npoxoku, TonepaHTHOCTb, 6€301IIMO0YHAasI BETBb pe-
napaiuu, MyTareHes.

DOI: 10.31857/S0016675821010069

CraounpHOocTh reHoMHoM JIHK mmognepxnBaeTcs
B TEYECHME BCETO XXM3HEHHOTO LIMKJIa KJeTKu. OmHa-
KO pa3JIMYHble HapyIICHUs €€ MEePBUYHOM CTPYKTY-
PBI, MTHAYLIUPOBaHHBIE KaK B IIPOIIeCCe HOPMaJIbHOTO
KJIETOYHOI'O MeTabo/IM3Ma, TaK U B OTBET Ha (PaKTO-
pBI OKpYXKaIOIIeil cpeabl, BOSHMKAIOT HEIPEePHIBHO.
IMospexnennsa ctpykrypsl JJHK MoryT mpuBomuTs K
CMEPTH KJISTKM (JIETaJIbHbIC OBPEXKICHMS ) WJIN K Te-
Hepaluy MyTaluuii. MyTauuy SIBJISTIOTCS IISPBUYHOM
MIPUYMHON HACIEACTBEHHBIX O0JIe3HEel 1 paka, a TaK-
>Ke BHOCST BKJaJ B IIpolecc ctapeHus [1].

XOT$I KJIETKM COEPKAT MHOXECTBO OYE€Hb CJIOKHBIX
cucteM 1jis1 TouHoro BoccraHoBineHus JAHK oo ee niep-
BOHAYaJIbHOM ITOCIEA0BATEIbHOCTU 1 CTPYKTYPbI, MTHO-
IIa TpeOYIOTCSI MEXaHM3MbI, CIIOCOOHBbIE BpPEMEHHO
obecrieuynBaTh IIepeHOCUMOCTh ToBpexneHusa JJHK
0e3 mocpeIHUYeCTBa pernapanun. DT MeXaHU3MBI

155

TOJIEPAHTHOCTH CIIOCOOCTBYIOT BBIKMBAHUIO TIOCJIE
noBpexaeuns JJHK, a B HEKOTOpPBIX CUTyalMsIX TakK-
K€ aKTMBHO CITOCOOCTBYIOT BOZHMKHOBEHUIO MyTa-
uuii. TonepaHTHOCTH K ToBpexaeHuo JJHK (toler-
ance to DNA damage — TDD) ncTopryecku Ha3bIBa-
Ju nocTtperuiukatuBHoii penapauueit (IIPP) uz-3a
HaOIIOOeHUS, YTO 00pabOTKa MOYKYIOIINXCI IPOXK-
KEBBIX KJIIETOK Y D-K3IIydeHNEM BbI3bIBaa OTHOHM-
teBble (OH) O6pemu B perummuupytomieiics JHK [1].
Y®-uHayuMpoBaHHBIE AUMEPBI TUPUMUINHOB, BbI-
spiBaroine OH opemm B IHK, yacTo coxpaHsuiuch
rmocJjie “perrapanuu’, YTO yKa3bIiBaeT Ha To, uTo I1PP
IIPOCTO OOXOMUT ITOBpeXAcHNE 0e3 ero ynajaeHus [2].
[Ba paznuunbix myty TDD, ommmnbo4yHbIi 1 6€30111-
OOYHBIN, NefICTBYIOT BO BCEX 3YKAPUOTUYECKUX Op-
ranusmax [3]. Ommoounsiii myTh TDD omocpenyer-
cs1 cuHTe30M 4yepes noBpexnaeHus (TLS), B To Bpems
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Kak B 6e3o1mmoogyHoM TDD ogHa BHOBE CHHTE3UPO-
BaHHAasl HUTb CJIYXWUT MaTpULE IS peruIMKaluu
Ipyroil 6JJoKMpoBaHHOU HUTH [4, 5]. BeiOop Mexmy
stumu IyTsiMu TDD nMeeT cepbe3HbIe TOCIIEACTBUS
JUIST CTaOMJIBHOCTU TeHOMa.

Knerku, nedekTtHble B O€30HIMOOYHOM ITYyTH
TDD, xapakTepusyloTcs 0oJjiee BbIpaX€HHOU 3aBU-
cuMocTbhio ot TLS, nemoHcTpupysi 6ojiee BbICOKUE
YPOBHU CIIOHTAHHOTIO MyTareHe3a W IMOBBIIIEHHYIO
YYBCTBUTEJIBHOCTD K MOBPEXIACHUSIM MOCJIE MHAKTU -
BallMX KOMITOHEHTOB om6o4yHoit TDD [6]. [Tpume-
YyaTeJIbHO, YTO MyTallMU B O€30IITMOOYHOM NyTH MTPU-
JaloT 0oJbInyl0 4yBCcTBUTEIbHOCTh K JIHK-moBpe-
XKIaloIIUM areHTaMm, 4yeM MyTauuu B mytu TLS [7].

DyKapuoTUYeCKNe KIIETKM MMEIOT CHelUaIn3i-
poBaHHEBIN oTBeT Ha moBpexnenue JJHK, Ha3piBae-
MBI “4eKIOMHTOM”, KOTOPBIN 3adep>KUBaeT pa3BUTHUE
KJICTOYHOTO 1IMKJIA ¥ CITOCOOCTBYET pellapaliy IOBpe-
xnennoi JJHK. AxTuBanys 4eKmoiHTa OCYIIEeCTBIISI-
eTcsl KackanoM dochoprirpoBaHus OEJIKOB M MHULIY-
HPYeTCs B KIIeTKaX APOKKel IByMs IIPOTEMHKMHA3aMMU,
Mecl n Tell [8]. D™n KkMHAa3HI (pochHOPMIMPYIOT OCITKHA
MenuaTophl yekroitnta, Rad53 u Rad9, a takke ru-
ctroH H2A [9, 10]. B HacTosiIiee BpeMsi JOCTUTHYT
3HAYUTEJIBHBII IIPOrpecc B IIOHMMAaHWY MHAIIAMPOBA-
HMS M X04a IIpoliecca YeKIoifHTa. OqHaKo O MeXaHW3-
Max ero IIpeKpallleHus M3BeCTHO Majio. I1oCKOJIBKY
Ser/Thr xuna3el (STK) urpaior 1ieHTpalIbHYIO POJib B
WHUIAALAM YEKIIOMHTA, BIIOJHE BEPOSITHO, 4YTO
Ser/Thr ¢ocdaraszer (STP) moKHEI OBITH BOBJIEYE-
HEBI B ero 3aBepineHue. [1poliecc mpekpaiieHus aeii-
CTBUSI YEKIIOMHTA BaXX€H IJIs1 TIOBTOPHOM MHMILIMA-
muu perumkauuy JIHK v BEDKUBaHMS KIE€TOK. DTOT
npoiiecc Tpedbyer medochopmampoBanuss RadS53 m
YH2A. bbuio noxkasaHo, 4To HeKoTopble ocdarasbl
crreunuYeCcK MNPOAYLUUPYIOT pas3jIMmdHble (hOPMBI
mommdukanmit Rad53, KoTtopsle HEOOXOOWMEBI IS
aJleKBaTHOIO OTBETa Ha OIpeleJIeHHbIE MOBPEXIe-
Husg JHK [11].

B xnetkax npoxckeit ocdaraza Pph3 yuactByer B
nedochopmipoBaHUM  KITIOYEBOM YEKIIOMHTHOM
kuHa3bel Rad53 [12]. Pph3 o0Opa3syer KoMmIuiekc cC
cyobenuHuiein Psy2, KOTopblii CBSI3bIBaeTCS C KUHA-
3011 Rad53 u nedochopunmmpyet ee 6e3 ygacTust Tpe-
Thell cyObeTMHUILBI. Ipyroii KOMITJIEKC, COCTOSIIIINI
u3 Tpex cyobenuHuil Pph3—Psy2—Psy4, nedochopu-
qupyet YH2A [13].

Panee 6bu10 06HapyxeHo, yro STP Pph3, Ptc2 u
Ptc3 S. cerevisiae BaxxHBI 11151 1eochHOpMINPOBAHUST
Rad53 u, cnenoBaTenbHO, JJISI €ro Ae3aKTUBALMM BO
BpeMsI BOCCTAaHOBJICHUSI OT Bo3aeiicTBuss MMS [14,
15]. FHAl-momen Rad53 B3ammomeiicTByeT co cIie-
nuudyeckuM TpeoHnHoM Ptc2 [16]. CBepxakcmpec-
cus Ptc2 uHaynupyeT 4yyBCTBUTENBHOCTD K Y® 1 OK-
cumoueBuHe (HU) u neranpHa o1 MyTaHTOB radS3,
mecl vt dunl ¢ HU3KOI aKTUBHOCTBIO pUOOHYKJICOTHI-
penykTasbl. C npyroii cropoHsl, aejetus PTC2 crieny-
¢UYeCcKN TOMABJISIET THUIIEPUIYBCTBUTEIILHOCTL mecl K

HU [17]. IIpennomaraercs, aro Ptc2 m Ptc3 medoc-
dopuaupyoT Rad53 KOHCTUTYTUBHO, U MHAKTHUBA-
LI1SI 3TOTO OeJIKa MPOMCXOOUT ITOCJIE 3aBePIICHUS pe-
rapanyu, 9YTo COMPOBOXKAACTCS CHUXXEHUEM aKTUB-
Hocth Mecl [18].

Panee HamMu OBLI BbIIEJICH MYTAaHTHBIN IITaMM
S. cerevisiae hsm6-1, XapakTepU3YIOLIMICSI ITOBBI-
IIIEHHOI CKOPOCThIO CIIOHTAHHOTO MyTareHesa [19].
DNUCTaTUYECKUII aHalM3 I10Ka3ajl, 4TO MYyTalus
hsm6- 1 npencrasisger coboil ajuienb reHa PSY4. Ce-
KBEHUPOBAaHWE MYTAHTHOTO aJuiest Asm6- [ BBISIBUIIO
MYTALAIO CABUTA PaMKHW CYUTHLIBAHUSI, KOTOpasl BbI-
3Bajia 3amMeHy Lys218Glu 1 reHepaliio CTOIr-KogoHa
B cJIenylolleil mo3uuuu. ToyedyHass Mmytauus hAsmo-1
nMeeT 0oJiee BhIpaxKeHHbIM (DEHOTHUII ITO0 CPaBHEHUIO
¢ IeaeInoOHHOM MyTanuei psy4A. Ha ocHoBaHUM 110-
JIYYEHHBIX JAHHBIX ObLIO CACIAHO 3aKJIIOYSHUE, YTO
reH PSY4urpaeT KIIIOUYEBYIO POJIb B PETY/ISILIMU BBIXO-
Jla KJIETOK M3 YEKITOMHTA, BEI3BAHHOTO MOBPEXKICHM -
em JIHK [20]. [ToydyeHHEBIe B HACTOSIILIEH padoTe pe-
3yJILTAThI ITOATBEPKIAIOT 3TO 3aKJIIOUYCHUE.

MATEPUAJIBI U METO/1bI
LlImammuot Oposicorceii u numamenvHole cpedbl

HItamMbl opoxckeit S. cerevisiae, VCTIOIb30BaH-
HBIE B HACTOSIIEM HCCJICIOBAHUM, IIEPEUMCICHEI B
Tao6. 1. Insg pocTa KyJIBTYpPBI M PETUCTPALINU BHIKH -
BaHMS MCITOJIb30BaIM MoJiHyo cpeny [21]. CriupTo-
coJIepxKalllyio Cpeay UCIIOIb30BaIl B CCIICIOBAHUSIX
Y®O-uHayurpoBaHHOTro MyTareHesa [22]. CioHTaHHbIE
MyTalLlM YCTOMYMBOCTHU K KaHaBaHUHY (CanS — CanR)
PETUCTPUPOBAIU C UCITOJIb30BaHUEM MUHUMAILHOMN
Cpenbl CO CTAaHAAPTHLIMU JO06aBKaMU U 50 MT/MIT Ka-
HaBaHWHA.

Mymaeenut

HMcrounnkoM yabpTpaduoIeTOBOrO cBeTa ObLIa
gamma BYB-30E ¢ momHocTeo 1036l 1.4 Ix/M? c.
Armmmapar  “MccaenoBaTtenb” ¢ MOITHOCTBIO O3Bl
180 I'p/MUH CITy>KUJT UCTOYHUKOM 7Y-TTyyeit. Obpa-
00TKy nposxkeit Y D-ryyaMu 1 y-Ty9aMu POBOIIIN
Kak ornmcaHo paHee [22].

Memoobt onpedenenus wacmomot Mymayuii

YyBCTBUTENBHOCTb K JIETAIbHOMY BO3JEUCTBUIO
yJIBTPaUOIIETOBOTO U3TYYEHUSI U Y-JIyyeil onpene-
JISUTU, WCMOJIb3Yysl KpUBbIE BbDKMBaeMOCTH. UyBCTBU-
TEJIBLHOCTb K MyTareHHOMY JIeMCTBUIO yJbTpaduonero-
BOIO U Y-JIyyeil ObUla 3aperMCTPUPOBAHA MHAYKLIMEN
MPSIMBIX MyTalldi1 B MSITU JIOKYCAX, KOHTPOJIUPYIOIIUX
cuHre3 anennHa, ADFE4—ADES [23]. CnoHTaHHBIA
MyTareHe3 OIpelessiidi C MCIOJb30BaHUEM CTaH-
JIapTHOTO MeTona MeauaH (payKTyallmuOHHBIN TeCT),
KOTOpbIl PErucTpupyer B OCHOBHOM OIIMOKMU pe-
mwivkauuu [24]. B apyrux skcrepuMeHTax CKOpoCThb
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Ta6auua 1. [ITamMbl 1poxKeit, UCTIONb3yeMble B paboTe

IItamm I'enoTun IlpoucxoxneHue
11D-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 [26]
6B-SVK-312 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 hsm6-1 [20]
KFY-1073 MATo ura3A leu2-his3- 1 met15A pph3A::KanMX Hacrosiiiast pabota
60-TAE-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 psy4::NAT [20]
62-TAE-3032 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 pph3::KanMX Hacrosimas pabora
63-TAE-3033 MATo. ade2A-248 ura3-160, 188 leu2-3,112 trp I hsm6- 1 pph3::KanMX »
23-DVF-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 ptc2::NAT ptc3::KanMX »
24-DVF-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 mms2::KanMX »
25-DVF-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 pph3::KanMX mms2::KanMX | Hacrosiiast pabora
26-DVF-3031  |MATo ade2A-248 ura3-160,188 leu2-3,112 trp1 xrs2::URA3 [27]
27-DVF-3031 MATo ade2A-248 ura3-160, 188 leu2-3,112 trp 1 hsm6-1 xrs2::URA3 Hacrosmas pabora

CIIOHTAaHHBIX MyTallMil YCTOMYMBOCTU K KaHABaHUHY
OLIEHMBAJIM TI0 METOAYy YIOPSIIOYEHHOTO MoceBa
Xpomosa-bopucona [25]. DToT MeTOI TO3BOISIET U3ME-
PSITb CKOPOCTh PEMapaTUBHOrO MyTareHe3a. B atux skc-
MepuMeHTax TeCTUpyeMble NPOXKEBbIE KYJbTYPbI
BbIpalllMBaJIv Ha YalllKax C MOJHOM Cpeioil B TEUEHUE
CYTOK. 3areM roToBmaM 5 mia cycnensuu (10° xie-
ToK/Mi1). CrielmalibHbIi peruiukaTop Ha 150 mtbipeit
ObLT MOTPYXXEH B 3Ty CYCHEH3WIO M TIepeHeceH Ha
yaiiky Ilerpu co cpenoii, cogepxaiiieii KaHaBaHWH.
Pennukarop nepeHocuit 150 paBHBIX Kallelb OPOXK-
JKEBOM cycrnieH31u (0KOJI0 2 MKJI Kaxasi) Ha paBHbBIX
pacCTOAHMAX APYT OT Apyra, Kaxaas Karlisd cogepxa-
Jga npubausuteabHo 2000 kietok. KoHueHTpauus
KaHaBaHWHA JJIsl OLIEHKU CKOPOCTHU MyTalluii yCTOi -
YUBOCTHU K aHTUOUOTUKY Obljia orpeiejieHa B Crieln-
aJIbHBIX MIPeIBAPUTEIbHBIX 9KCIIEPUMEHTAX IJIsI BCEX
LITAMMOB U cocTaBuiia 50 Mr/in. MyTaHTbl UMeIOT 60-
Jiee OBICTPBIA POCT, KOTOPBII MPOSBISIETCS B BUIE
“OopogaBOK” Ha MsATHAX C OrPaHUYEHHBIM POCTOM
uccaenyemoii Kyabtyphl. [Tocne 14—15 nHeit nHKyOa-
LI NOACUYUTHIBAIM OOPOJABKHA MYTAHTOB, YCTOMYM -
BbIX K KaHaBaHWHY, U 00Ilee KOJUYECTBO KJIETOK.
IMocnenHee GbUIO cAeMaHO TTOCE CMbIBA KJIETOK C Psi-
Jla periuK Kamesb, JUIIeHHbIX 60opoaaBok. YacToThl
MyTallMii Ha OJHO JIeJIEHWE KJIETOK OTPENesIsiv MyTeM
JeJieHUsl 4ucjia 00poJaBOK Ha oOllee KOJIUYECTBO
KJIETOK Ha yallke. Pe3ynbTaThl TpeacTaBiieHbl Kak
cpegHye 3HaYeHUS 3—5 He3aBMCHUMBIX DKCIIEpUMEH-
TOB C 95%-HBIM TOBEpHUTEITbHBIMI MHTEPBAJIAMH.

Koncmpyupoesanue wmammos

st pa3pyliieHUs: OTKPBITO paMKU CUUTBIBAHUS
reHa PPH3 (YDRO75W) KJeTKu IITamMMa ApPOXKeH
nukoro tuna (11D-3031) (ta6n. 1) TpaHcgopmupo-
Bayi pparmeHToM JIHK, conepxkariium mapkep KanMX,
¢ (JIAHKUPYIOIIUMU 22-HYKJIICOTUIHBIMU TOCIIEN0-
BaTEJIbHOCTSIMUA, TOMOJIOTUYHBIMU (piaHraM TreHa
PPH3. ®parmeHT reHepupoBaiu Iyrem I[1LIP-am-
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mdukamuu ¢ mnpaiiMmepamu Pph3-1 u Pph3-2 u
JHK, Beinenennoit m3 mramMmma KFY-1073 B Kaue-
ctBe MaTpullbl. [TociaenoBarenpHocTr JIHK BCex mc-
MOJIb30BaHHBIX B HACTOsIIIEH padoTe TMpaliMepoB
npuBencHEL B Ta0i. 2. TpancdopMaHTEHL ¢ nenenueii
reda PPH3 oroupanu 1o nx ycromanBoct K G418 ¢
KCIOJIb30BaHUEM ITOJIHOM cpeabl, cogepxaieii G418
B kKoHueHTpanuu 200 Mkr/mi. PaspylneHue reHa
PPH3 6n110 moaTBep:kaeHo ¢ momoisio ITIP.

J1as1 moJiydeHUsI OTUHOYHOTO mms2A M TBOITHOTO
hsm6-1 mms2A MyTaHTOB KJIETKM IITaMMa JUKOIO TUIIA
11D-3031 (tabn. 1) u myraHta hAsm6-1 6B-SVK-312
(tabn. 1) tpanchopmupoBanu ¢parmeHtom THK,
conepxalm Kaccety KanMX4 ¢ ¢hpaaHKUPYOIIUMU
70-HYKI€OTUIHBIMU MOCJIEA0BATEIBHOCTSIMU, TOMO-
JIOTMYHBIMU (p1aHraMm reHa MMS2. dparMeHT oy~
yanu nocpenctsoM I1IP-ammmudrkanmu nnasmu-
opl pFLA6A-KanMX4 ¢ mpaiimepamu MMS2 L u
MMS2 R. TpaHchopMaHTBI TaAKXKE OTOMPAIH IO UX
ycTroiunBocTU K G418 oNMcaHHBIM BBIIIE CITOCOOOM.
ITonmnoe 3amemenne reHa MMS2 B TONydeHHBIX
ImTaMMax ObLIO TTOATBEPXKASHO ¢ TToMoIibio TTLP.

st mojrydeHUs1 IBOMHOIO MyTaHTa prc2A ptc3A
KJIeTKU IIITaMMa OIUKOTO THUIIa TpaHCHOpMUPOBaIUA
dparmenrom JHK, comepxaiium kaccety natMX6 ¢
dmankupyromMu  70-HyKJICOTUAHBIMU  MOCJIEAOBA-
TEJILHOCTSIMM, TOMOJIOTUYHBIMU (hiaaHraM reHa PTC2.
®parment noaydaau nyrem [T P-ammumdukanmm
masMuael PFLA6A-natMX6 ¢ npaiimepamu PTC2_L
n PTC2 R. TpaHchopMaHTOB OTOHMpaiM IO HX
YCTOWYMBOCTU K HYPCEOTPULIMHY Ha MOJIHOH cpele,
conepxaieil clonNAT B koHueHtpauuu 30 Mmr/d.
Hanee KJIIETKM IIOJIydeHHOIO IITaMMa TpaHC(HOPMU-
poBann dparmeHTom JHK, comepxammm kKaccerty
kanMX4 ¢ dnankupyiomuMu 70-HYKI€OTUIHBIMUA
IIOCJIeIOBATEIBHOCTIMMY, TOMOJIOTMYHBIMHU (hJTaHTaM
reHa PTC3. ®parMeHT 1onydaiu ¢ nomoliusio ITHP-
amumpukanuu  1masmuael  PFLA6A-kanMX4 ¢
npaitmepamu PTC3 L u PTC3_R. Tpancdopman-
TOB OTOMPAIU 10 UX YCTOMYMBOCTH K TEHUTUIIMHY Ha
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Tab6auna 2. [NpaitmMepsl, UCTIOIb30BaHHBIE B paboTe

Hazpanue IlocnenoBaTenbHOCTD

Pph3-1 5'-GTCAATATGTGGTGTTGCGACG-3'

Pph3-2 5'-CTAATCCTGTGATGCCGCTACT-3'

MMS2 L |5-TCGATGTCGTGGTGAAATTCTTATTCTGTATATGCAACGTAGAAGAAAGCAGCGTTTACACAA
AAATGTCGCTTCGTACGCTGCAGGTCG-3'

MMS2 R |5-TTGGAATGCTGCAAATACTGTTTAGGAAAAAGTAGATAACTAAAAGGTTTCTCCTTCCTTCGG
TTGACGCGCATAGGCCACTAGTGGATC-3'

PTC2 L 5'-CCTCCCCACGGAATAAAACTACAACAAGTTCTGTTATCAAGGACAATTAGTGT
ATATTAGTTGTTGTAACGCTTCGTACGCTGCAGGTCG-3'

PTC2_ R 5'-GGTAGTGGTGTATGCTCTTGGTTCTGGTGGTGTCTTGCGTCTTCTCTTCTCTTTCTGT
TCGTTCGGTTCGGCATAGGCCACTAGTGGATC-3'

MOJIHOM cpene, conepxkaleit G418 B KOHLIEHTpaluu
300 mr/n. Paspyienue revoB PTC2 u PTC3 B nony-
YEHHOM IITaMMe ObLIO ITOATBEPXKIEHO MPY MOMOIIN
ITLIP.

JBoitHOI MyTaHT Asmo6-1 xrs2A ObLI OJIy4EH ITy-
TeM TpaHchOpMallMy KJIETOK InTamMma hAsm6-1 6B-
SVK-312 (tabm. 1) pparmenTom JHK, momyaeHHEIM
B pe3yJibTare pecTpukiu miaasmuasl pEI39 nmo caii-
tam BamHI u HindlIll. TpanchopmaHTOB oTOUpain
Ha CEeJIEKTUBHOI cpede 0e3 ypaluia.

PE3YJIbTATHI
Brusnue mymavuu pph3A na cnonmantolii Mymaeene3

M3BecTHO, 4TO KIETKM pph3A TIOKa3bIBAIOT TH-
MePUYYBCTBUTEILHOCTh K PEMJIMKAaTUBHOMY CTpEcCy,
nHayuupoBaHHoMy JIHK-ankunupyrommm areHToM
MMS. bonee toro, mpu Bo3aeiictBun MMS KineTkn
MyTaHTa pph3A MOKa3bIBAIOT TMIIEPAKTUBALIUIO O€J-
ka Rad53, 3amepxky Bxoma B S-¢a3zy KJIETOYHOTO
LIMKJIa Y TIPOSIBJISIIOT YXY/IIEHUE TPOLECCUHTa 00b-
€IMHEHHBIX XPOMOCOMHBIX CTPYKTYp [28]. DTu pe-
3yJIbTaThl TIOKAa3bIBAIOT, UYTO HabJrogaeMble Ae(heKTh
SIBJISIIOTCS CIEACTBUEM YXYIIEHUS PETYISIIUN aKTU-
Bauuu 6enka Rad53.

Jis1 Tydmirero moHUMaHUs PyHKIIMK CyObeTUHUI]
komiuiekca PPH3 mb1 mpoaHanu3upoBaiy reHeTude-
CKHE CBOMCTBA KJIETOK, MyTaHTHBIX 110 reny PPH3.
®DayKTyalluOHHbBIN TeCT MearaH [24] u MeTox yropsi-
JIOYEHHOTO IToceBa [25] ObUIM MCIIOIB30BaHBI OJIS
OIpEeNeNIeHUs]T CKOPOCTU CIIOHTAHHBIX MyTaluit
YCTOMYMBOCTU K KaHaBaHUHY y MyTaHTa pph3A. Pa-
Hee Mbl TOKa3aJiu, YTO CKOPOCTh CITIOHTAHHBIX MyTa-
LI, n3MepeHHas GayKTyallMOHHBIM TECTOM, B O1-
HOYHOM psy4A He oTJInyaaach OT CKOPOCTH B KJIeTKaX
aukoro Tuna: (3.8 £ 1.1) x 1077 u (3.2 £ 0.6) x 1077
COOTBETCTBEHHO. B TO Xe Bpems myrauust hsmoé-1
YBEJIMYMBAET CKOPOCTb CIIOHTAHHOTO MyTareHesa
Ooiee yeM B 5 pa3 [20]. U3MepeHHast HAMU CKOPOCTh
PEIUIMKATUBHBIX MyTallii B MyTaHTe pph3A HE OTIN-
yajach OT CKOPOCTH B KJI€TKaX AUKOro tuna — (3.8 +

+ 1.14) x 1077. C apyroii cTOPOHBI, METOJ YIIOPSIO-
YEeHHOTO TT0CeBa TTOKA3bIBaeT 3HAUYMTEIILHBIC Pa3iii-
yysi MEXAy MyTaHTaM{d M IITAMMOM JIWKOIO THIIA:
wt— (3.2 £ 0.62) x 1077, psy4A — (10.2 £ 2.64) x 1077,
hsm6-1 — (34.4 + 4.2) x 1077 [20], pph3A — (52.7 *
+6.04) X 1077, hsm6-1 pph3A — (58.5 £ 7.04) x 107,
DTHU pe3yJbTaThl MOKA3bIBAIOT, YTO MYTALIMU pSy4A 1
PpPh3A He UBMEHSIIOT CKOPOCTH PETUIMKATUBHOTO MyTa-
reHe3a, HO OHU 3HAYMTEIHLHO YBEIIMYMBAIOT CKOPOCTH
pernapaTuBHOro MytareHe3a. K ToMy ke MHaKTHBaIIs
reHa PSY4 yBemumBaeT CKOPOCTh PErapaTUBHOTO MY-
TareHe3a B 3HAUUTEIIGHO MEHBIIIEH CTETTeHH, YeM MHAaK-
TUBaLMs reHa PPH3, 4To TTIOATBEPXKIAeT pa3HOE BIUSI-
HHUE 3TUX MYTallMif Ha perapalliOHHBIE TTPOIIECCHI.

Apdexm mymayuit pph3A u hsm6 pph3A
Ha YD-uHOyyuposanHbulii Mymaeene3 U @blicusaemMocb

MyTanuu psiia TeHOB, KOHTPOJIUPYIOIIUX pera-
panuio mpeaMyTauMoOHHbIX noBpexaeHuit JIHK, mo-
Ka3bIBaIOT CITOHTAHHBIN MYTaTOPHBIN (DEHOTUIT U B
TO XK€ BpeMsl TaKMe MYTAHTbl MOTYT OBbITb UyBCTBU-
TeJIbHBIMU K JIETAJIbHOMY U MyTareHHOMY J1efiCTBUIO
pa3IUYHbIX MyTareHoB. PaHee Mbl TToKa3ayiu, 4To My-
Tauust psy4A He BausieT Ha YP®-4yBCTBUTEIHLHOCTD
KJIETOK MPOXCoKeil U ¢1abo TMOBBIIMIaeT ypoBeHb Y D-
WHOyLIMpoBaHHOTO MyTareHe3a [20]. B ¢Bs3u ¢ aTum
Mbl M3MEPUJIM BBIKMBAEMOCTh M 4YacTOTY MyTalluii
ade4—ade8 B nzyyaeMbIX ITaMMax Ipu Y D-o61yue-
Hur. OIMHOYHBIN MYTaHT psy4A He oTJIMYaeTcs IO
Y®-4yyBCTBUTEIBHOCTU OT IlITAMMa JUKOro Tuna. B
TO K€ BpeMsI MyTaHT Asmo6- I moKa3ajl 3aMeTHO 00JIb-
mylo Y®O-9yBCTBUTEIBHOCTh II0 CpPaBHEHHUIO CO
mraMMoM aukoro tumna [20]. MyrtaHTbl Asm6- 1,
pph3A n nBoitHOM pph3A hsm6- 1 TTOKa3aau npuMep-
HO OIMHAKOBYI0 Y ®-4yBCTBUTEIBHOCTS (puc. 1,a).

Tak kak reHeTnyeckue 3¢p@deKThl MyTauuu pph3
He ObUIM M3YYCHBI B ICTAJISIX, MBI OIIPEASIVIINA BIIMSI-
Hue nenenuu reHa PPH3 Ha Y®-uHayLIUpOBaHHBIN
MmyTareHe3. YacTrora MNpsIMBIX MyTalldii B TIeHax
ADE4—ADES ipu Y®-o0iyyeHnn ObLIa OlLleHEHA B
KJIeTKaxX OTUKOTO TUIA W MyTaHTax hsmo6-1, pph3A u
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pph3A hsmo6-1 (puc. 1,6). IlpencraBiieHHBIE KpUBBIE
WHAYLMPOBAHHOTO MyTareHe3a I10Ka3blBalOT, 4TO
IpY HU3KHUX J03axX OOJIydeHMsI 4acTOTa MyTalldii B
KJIETKaX OUKOIO THUMa, MyTaHTax pph3A m pph3A
hsm6- 1 GblJTa ONMHAKOBa U 3HAYMTEJIbHO HIXe (~B 3
paza) Mo CpaBHEHUIO C OAMHOYHBIM MYTaHTOM /sm6- 1.
I1pu BHICOKMX [103aX YacTOTa MyTalllii BO BCEX TpeX
MYTaHTHBIX IITAMMax OblJIa OAMHAKOBA U MPEBbIIIA-
JIa ypOBeHb MyTareHe3a B KJIETKaX JMKOTO THUIIA IIPU-
MepHO IBYyKpaTHoO. TakuM obpa3omM, MyTanust Asmo- 1
MPOSIBIISIET 3HAYUTEIILHO 0oJjice BBIPAXKEHHBIN 3@-
¢eKT 110 CpaBHEHUIO C JieJieliieii BceTro IeHa, B TO Ke
BpeMsi MyTauus pph3A TOJIHOCTHIO 3MUCTATUPYET K
MyTaluu hsmo6- 1.

Buuicusaemocmo u mymaeenes y mymanmoe hsmo- 1,
psy4, pph3A u pph3A hsm6- 1 npu y-o6ayuenuu

11 MHOyKUWMM ABYHUTEBBIX pas3pbiBoB (JIHP)
JHK mbI ncnionb3oBaiu y-iryuu. JlaHHbBIE IO CpaBHE-
HUIO BBDKMBAEMOCTH 1ITAMMAa JUKOTO TUTIA U MyTaH-
TOB hsmo6- 1, psy4, pph3A v pph3A hsmo6- 1, TIoJlydeH-
Hble B KOJIMYECTBEHHOM TecTe, IpelCTaBleHbl Ha
puc. 2,a. I3 3Toro pucyHka BUIHO, YTO CYIIIECTBEH-
HBIX Pa3iWyuil B Y-4YBCTBUTEJIBHOCTU LITaMMa IH-
KOTo TUIa U MyTaHTOB He HaOMoaaetcsi. boiiee Toro,
MOYKYIOIIMECS KJIETKU BCEX ILITaMMOB, WHAKTUBa-
LIMsI KOTOPBIX XapaKTepU3YyeTCsl TOJOTMM Y4acCTKOM
KpUBOI MHAKTUBALIMU, TTOKA3aJIU OJJMHAKOBYIO UYyB-
CTBUTEJILHOCTb. BO3MOXXHO, HEOOIbIIIME pa3Iuuus B
MepBOHAYAJIbHOM HaKJIOHE KPUBBIX BbDKMBAEMOCTU
OODBSCHSIIOTCSI Pa3IMYHbIM COOTHOILIEHUEM HOJIU
MOYKYIOIIMXCS KJIETOK B 00Iy4yaeMbIX KyJIbTypax.

Yacrorta npsiMbix myTanuit B reHax ADE4—ADES
ObLIa OLIEHEHA MOoCJie Y-00JlydeHHUs B LITAMME TUKO-
ro TUIA U MyTaHTax hAsm6-1, psy4A, pph3A n pph3A
hsm6-1 (puc. 2,0). Bce MyTtaHThl nposiBWIM OoJjiee
BBICOKYIO YacTOTy Y-UHAYLMPOBAHHOIO MyTareHesa
M0 CPaBHEHUIO CO IITaMMOM AuKoro Tuna. Cienyer
OTMETHUTh, YTO Pa3Iudue B YACTOTE MyTaLIUN MEKITY
IITAMMOM JUKOTO TUIIA U MyTaHTaMu ObLJIO 3HAYM-
TeJIbHO 6oJiblile, yeM npu Y P-o00IydeHUN.

Dpppexm YD-00ayuenus Ha sblicusaemocms
u mymaeenes y 080iiHo2o mymauma ptc2A ptc3A

Ptc2 n Ptc3 615 mepBBIMU TIpoTenH@pOchaTas3a-
MU, ISl KOTOPBIX TTOKAa3aHO BIMSIHUE Ha Ie3aKTUBa-
M0 YEKITOMHTA, MHAYLIUPOBAHHOI'O ITOBPEXKACHMSI -
mu JIHK [14]. Kiaetkn, motepsBire Bce Tpu pocda-
ta3el Pph3, Ptc2 u Ptc3, nposIBIISIIOT CUHEPTUYECKYIO
yyBcTBUTEAbHOCTh K JIHK-moBpexmaromum areH-
taM Kamnroreuuny, HU u MMS, Ho He K YD-1ydaMm
[29]. st ndyyeHust BoBiaeueHHOCTU docdaTas Ptc2
u Ptc3 B YO-uHAyHMpOBaHHEIN MyTareHe3 MBI CO-
37aJT1 MyTaHTHBIE KJIETKM, moTepsaBmne reHel PTC2
u PTC3. BHauane Mbl TeCTUPOBAIN BBIXKMBAEMOCTb
myTtaHTa ptc2 ptc3 nocie Y P-ooinyyeHusa. Kak BugHO
U3 puc. 3, KJIeTKHA ABOMHOrO MyTaHTa HeE ITOKa3aIu
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Puc. 1. BepkuBaeMocTh (@) ¥ 4acTOTa MyTaLlUid 10 MSITH
nokycam ADE4—ADES (6) ipu neiicTBUM pa3HbIX 103 YD
Ha KJIETKU IPOXKEi: IITaMM TUKOro Tvuna (M, 0), MyTaHT
pph3::KanMX (@, O), mytaHT hsmo6- 1 (A, A), IBOMHON My-
TaHT hsmo6- 1 pph3::KanMX (&, ).

TTOBBIIIIEHHOW YYBCTBUTEIHLHOCTH 110 CPaBHEHUIO C
KJIeTKaMM AUKOro Tura. Y @-uHIyIUupoBaHHBINA MYy-
TareHe3 B 3TUX LITaAMMaX Takxke oKazajcs OIUuHaKO-
BbIM (puc. 3). Takum oGpasom, rumnepdochopmim-
poBaHue Ptc2/3-3aBucumMbIx caiitoB 6esika RadS3 He
BiusieT Ha Y®-UHAYLIUPOBAHHBIN MyTareHe3 U Bbl-
KMBaeMOCTb KJIETOK IPOXKKEA.

beakoeswiii komnaexc PPH3 6oénreuen
6 peayasyuro b6ezouubounoil gemeu I1PP

Panee Mb1 coobmanu, 4to Myrauus Asmo6-1 yBe-
JIMYMBAET 4acToTy Y ®-UHAYLIMPOBAHHOTO MyTareHe-
3a U CHUKaeT ypoBeHb Y ®-UHAYLIMPOBAHHOTO MUTO-
TUYECKOTO KPOCCUHTOBEPA B 001aCTU MEXKIY LIEHTPO-
MepoM U reHoM ADE2. MytaHT hsm6 IIOKa3bIBaeT
YBEJIMYEHHYIO CKOPOCTh CIIOHTaHHOTrO U Y®P-uHIy-
LIMPOBAHHOTO MyTareHes3a, IIpU 53TOM YyBEJIWYCHUE
CWJILHO 3aBUCHUT OT TeHa REV3, KOIUPYIOMIETO CITe-
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Puc. 2. BeokuBaeMocTb (@) ¥ yacToTa MyTallUii 1O MSITH
nokycaM ADE4—ADES (6) nipu AeiiCTBUM pa3HBIX 103
raMma-Jydeil Ha KJIETKH APOXCKeit: ITaMM TUKOTO TUTIA
(m, O), mytaHT hsm6-1 (@, O), MyTaHT psy4::NAT (*, *),
MyTaHT pph3::KanMX (&, <), OIBOWHOI MyTaHT hsmo6-1
pph3::KamMX (A, 1).

mndpunaeckyio JJHK-mmommmepasy [20, 30]. Dtu pe-
3yJIbTAThl ITOKAa3bIBAIOT, 4YTO0 HSM6 MOXET y4acTBO-
BaTh B ogHOI1 U3 BeTBeil [1PP.

benok Rad5 BoBiieueH B 0€301IMOOYHYIO BETBH
ITPP [31]. benok Mms2, ob6afgamoiiuii B KOMIIJIEKCe
¢ Ubcl3p yOmkBuUTHHTpaHCc(PEpa3HOM aKTUBHO-
CTBIO, SIBJISIETCS CYOBEAUHULIEH TPOMHOTO KOMILIEK-
ca Rad5—Mms2—Ubc13, KoTopblit OCYIIECTBIISIET IO~
ymyoukButnHUpoBaHue PCNA m Takum oOpa3om
CTUMYJIUPYET PEKOMOMHALIMOHHO-TIOAOOHBIN Mpo-
1iecc. Orcrona cienyeT, 4To reH MMS2 KOHTpoupyeT
nepBylo cTaauio 0e3omndounoit BeTsu [1PP.

Jlasg TIpoBepKM TIPEAIIoIoKeHus1, 4to TeH PPH3
MOXET OBITb BOBJIEYEH B KOHTPOJb 0€301IMO0YHOM
BerBu I[1PP, MBI paspymmnu reH MMS2 B MyTaHTe
pph3 n mramme nukoro tTuna. Kak BuaHo u3 puc. 4,

DEJOPOB u np.
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Puc. 3. BeokuBaeMoCTh (TEMHBIE CHMBOJIBI) M 4acToOTa
MyTaluii 1Mo natu JJokycam ADE4—ADES (cBeTible CUM-
BOJIBI): IITaMM JAUKOro Tumna (M, [J), IBOMHONW MYyTaHT
ptc2A ptc3A (@, O).

Y®-uHAyUMpOoBaHHBIN MyTareHe3 B MyTaHTe mmsZ2
3HAYUTEJIbHO HUXE, YeM B OJWHOYHOM MYTaHTE
pph3, n OIM30K K YPOBHIO INTaMMa IMKOTO THUIIA.
JBoitHO MyTaHT mmsZ2 pph3 TOKa3bIBaeT ypPOBEHb
Y®-uHAyHMPpOBaHHOTO MyTareHe3a Takou Xe, Kak y
onruHOYHOTO mmsZ2. ClienoBaTeIbHO, MyTalluu mms2
Y pph3 HaxXo#sITCSI Ha ONHOM I1yTH peTiapauuu u mms2
BMUCTATUPYET K pph3.

IMToxazano, yto OH 6pemu JIHK 3a octanoBiaeH-
HbIMU PEIUIMKAIIMOHHBIMU BWJIKAaMU OOYCJIOBJIEHbI
Mrell-3aBUcHMOI1 Ierpagalyeil perIuLupoOBaHHOMK
JHK. DTo coObiTHe oIpeaciseT BTOPYIO CTaauio
oe3ommbouHoit BeTBu ITPP. Obopazosanne OH Ope-
L€l CO CBOOOIHBIM 3'-KOHILIOM CTUMYJIMPYET MHBaA-
3UI0 BHOBb cuHTe3upoBaHHOU JIHK B mymiekcHyro
JHK cecTtpmHCKOI XpoMaTumbl, TaKMM o0O0Opa3oM
WHULMUPYS CMEHY MaTpull. MBI MccienoBaiud Io-
TeHIMAIbHbIE BMUCTATUYECKUE OTHOIICHUS MEXIY
myTauusamMu TeHoB XRS2 m PPH3. Xrs2 saBnsercs
cyobrequHulieit Kommuiekca MREIL. IIItamMmm nukoro
TUMa OBLI c1a00 YyBcTBUTENEH K Y D-00Iy4eHUIO U
HE OKa3bIBaJl 3aMETHOTO BIUSHUSA Ha Y D-mHIyIIN-
poBaHHBbIN MyTareHes (puc. 5). JIBoiiHOI MyTaHT xrs2
pph3 0BT TakKe Y4yBCTBUTEICH K YDO-MHAYKIIMOH-
HOMY JIETAJIbHOMY JAEWCTBUIO U MYyTareHe3y, Kak U
ONWHOYHBIN MyTaHT xrs2 (puc. 5). Takum obpaszom,
STU Pe3yJbTaThl COIacyloTcs ¢ poabio PPH3 B 6e3-
OIIIMOOYHOM ITYTH 00X0J1a TTOBPEKICHUIA.
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Puc. 4. BerkuBaeMocTb (TeMHbIE CUMBOJIBI) U YacTOTa MyTaluit no nsitv jjokycam ADE4—ADES (cBeT/ible CUMBOJIBI): IITAMM
nuKoro Tumna (M, 0), MyTaHT pph3 (@, O), myTaHT mms2 (A, A), IBOMHOI MyTaHT pph3 mms2 (&, O).
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Puc. 5. BbrkrBaeMOCTh (TEMHBIE CUMBOJIBI) M YaCTOTa MyTallMii 110 TIsiTU JiIoKycam ADE4—ADFES (cBeT/ible CUMBOJIBI): IITAMM
nuKoro tuna (M, 0), MyTaHT pph3 (@, O), IBOIiHOI MyTaHT pph3 xrs2 (A, A).

OBCYXIEHMHNE

Ilpn GIaronmpUSTHBIX YCIOBHSIX POCTa OCHOBHOM
MIPUYMHOMN CIIOHTAHHOTO MyTareHe3a sIBJISIIOTCSI IO~
KU perumKani. UMeHHO ToaToMy (hITyKTyaIllmOHHBINA
TECT YUUTHIBACT CITOHTAHHBIC MYTalliM, BOZHUKIINC B
OCHOBHOM B pe3yJIbTaTe OIMMOOK peruiiKaii. Myra-
LIUY, BO3HUKAIOIIIUE KaK OIIMOKM pervIMKalvu, TaK 1
OIIIMOKY peTtapari, peruCTPUPYIOTCS METOIOM YITO-
PSIIOYEHHOTO TTOCeBa, KOTa KJIIETKH BhIPAIIBAIOTCS
B T€YCHHE TTUTEIbHBIX MEPUONOB Ha CEJIEKTUBHOI
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cpelle, U MHOTME CIIOHTaHHbIe TOBPEXIEHUST HaKar-
nmmBaroTcs B JIHK B TedeHre omHOTO TTOKOJIeHMS [26].
Ecam xneTtkm mMmeroT nedekT B perapaliioOHHBIX CH-
cTeMax, 9TO MOXET 3HAUUTEJIbHO YBEJIMYUTD YPOBEHb
CIIOHTAaHHOTO MyTareHesa.

YacToTa CITOHTAHHBIX MyTalluii YCTOMYMBOCTU K
KaHaBaHMHY, U3MEPEHHAsI C IOMOIIbIO (DIYKTyaly-
OHHOTIO TecTa I MyTaHTa pph3A, He oTanYaaach OT
mTamMMa gukoro tuna. OmHako B TecTe XpoMoBa-bo-
pucoBa MyTauus pph3 TIPOSBIISIET OYEHb BBICOKMIA



162 DEJOPOB u np.

YPOBEHb CTIOHTAHHOTO MyTareHe3a, KOTOphIii aHaJo-
rM4eH IBOMHOMY MyTaHTy pph3A hsm6- 1. Ha ocHoBa-
HUM 3TUX JaHHBIX Mbl MOXEM MPEAIOJOXUTb, UYTO
MyTtatuu pph3A, psy4A n hsm6-1 CTUMYJIUPYIOT TIOI-
BEPKEHHBIN oltnbKam Tiporiecc perapamuu JTHK.

I1pu BozneiictBun MMS xieTku pph3A niposiBisi-
foT TuTiepakTuBanmio RadS53 m 3agepXKy BHyTpHU-S-
dazHoro yeknoiiHTa [12, 28]. Oqnako Pph3-Psy2 He
SIBJISIETCSI €MMHCTBeHHOI (ocdarazoii, HEOOXOmMM-
Mol 1i1g nedocdopunupoBanust Rad53. @ocdarasbl
Pp2C, Ptc2 u, B MeHbIICi cTenieHU, Ptc3 Heobxomu-
MBI 1011 nedpochopmmpoBanusg Rad53 mocime JJHP
JAHK [13]. YuutsiBas, utro Pph3-Psy2, no-Buagumo-
MY, PEeryJupyeT HEKOTOpble YEKIOWHTHbIE (DyHKITUU
Rad53, Ho He Bce, MOXXHO IPeAnooXNUTh, uTo Pph3
u Ptc2/Ptc3 He ABISIIOTCS N30BITOYHBEIMU, ITOCKOJIb-
Ky OHM pacro3HaloT pa3Hbie GopMbI (pochopummpo-
BaHUs1 Rad53, u uto aTn paszHbie hpopMsbl hochopu-
JIMPOBaHMS HE3ABMCUMO PETYJIUPYIOT pa3InyHbIe ac-
MEeKThl YeKMOWHT oTBeTa [13]. YTOOHI JIydllie MOHSTh
¢dyHKIMOHAIbHOE B3auMoAelcTBue Mexny ¢docda-
tazamu Pph3-Psy2 u Ptc2/Ptc3, Mbl mpoaHaIn3upo-
BaJIM UHAYLIMPOBAHHBIN yJIbTpa(uoJIeTOM MyTareHes
B KJIeTKax, qumieHHBIX Ptc2/Ptc3. Kak mokazaHo Ha
puc. 3, IBOMHOI MyTaHT ptc2 pfc3 He MPOSIBIISIET Ka-
KOM-JINOO YyBCTBUTEJILHOCTH K YJIbTPa(rOJIETOBOMY
U3JIyYEHUIO U HE YBEJIUYMBAET YPOBHS WHAYLIMPO-
BaHHOTIO yJibTpacdroJIeTOM MyTareHe3a. B3sitble BMe-
CT€ OTU PEe3yJbTaThl COMIACYIOTCSI C MOJENbIO, B KO-
TOPOIA OCHOBHOI IPUYNHOU 00JIe€ BBICOKOTO YPOBHS
MyTaluii, UHIYLIMPOBAHHBIX YIbTPahUOJETOM B MY-
TaHTe pph3, sSBiisieTcs 3aMenyieHue nedochopuimpoBa-
Hust PPH3-cnenuduueckux caittoB Rad53 u YH2A.

®docdaraza Pph3-Psy2-Psy4 obpasyeT crabuiib-
Hbli KomIuieke ¢ YH2A, 1.e. peakuus nedpochopuin-
pOBaHUS TUCTOHA SIBJISIETCSI MEUIEHHBIM TPOLIECCOM
[32]. YH2A TepsieTcs U3 XxpoMaTUHA HE3aBUCUMO OT
PPH3, uTo yka3siBaeT Ha TO, 4YTo (pocaTaza Halle 1 -
Baetcs Ha YH2A nocne ero BeitecHeHus u3 JJIHK. [le-
dochopunuposanue YH2A ¢ nomoistio PPH3 HeoO-
XOIUMO 1151 3(p(heKTUBHOrO BBIXOMA M3 YEKITOMHTA,
uHaynupoBaHHoro noBpexnenusmu JIHK [13]. Pa-
Hee MbI MpeArojarajv, 4To YyBCTBUTEIbHOCTh MY-
TaHTa hsm6-1 X ynbTpadroaeToOBOMYy U3JIYYSHUIO U
€ro BbICOKAsl CIIOHTaHHAasl W 3aBHMCUMasi OT YJbTpa-
¢$H0IeTOBOrO U3TYyYeHUSI UBMEHUYMBOCTD OOYCIOBJIe-
HBbI 3a/lep>XKaHHBbIM BBIXOJIOM KJIETKM W3 YEKITOWHTa
[20]. ITocne o6nyyeHust YD-j1yyaMu B mmpoliecce pe-
nukanyy Ha rmoBpexaeHHou JIHK o6pasyiorcs on-
HoctopoHHue JAHP. ¥ myrantos psy4A u pph3A 3Ha-
YUTEIbHOE YBeJIMUeHNE YPOBHSI MyTareHe3a HalJIo-
JaJIOCh TOJIBKO TIPU BBICOKUX H03ax Y D-00aydeHms
(puc. 1,6), TIOCKONBKY B 3TOM CJy4yae BEpOSITHOCTb
nogBiaenusa JHP JHK n nHoykKiMu 4yeknoiHTa 3a-
METHO Bo3pacTaeT. KoJIMuecTBO BbIIEISIONIETOCs
YH2A OyneT BBICOKUM, YTO MOBJIUSIET HA yPOBEHb UH-
IyLIIMPOBAHHOTO MyTareHesa.

Pemapammst omrocToponHero JIHP ormmgaeTcst ot
pernapanuu nsycropoHHero JIHP. Korna unnyiupy-
ercst npyctopoHHuit JIHP, rucron H2A dochopunu-
pyeTcss Ha OOJIbIIIEM PACCTOSTHUM C O0EMX CTOPOH
JAHP, 4TO NpuBOIUT K MHAYKLIMKA MHOXecTBa YH2A
[33]. MBI nipennojaraeM, 4To yBeJMYeHUE KOJIU4e-
ctBa YH2A MoxeT mpuBecTM K 0oJjiee€ BBICOKOMY
YPOBHIO MHAYLIMPOBAaHHOTO MyTareHe3a. YToOnl
MPOBEPUTDH 3TO TPEANOJOXKEHNE, Mbl UCTIOIb30BAIU
Y--tyuu, kotopble uHayuupywoT JHP JHK c nByms
KOHIIAMHU C BBICOKOIf yacToToii. [eiicTBUTEIBHO, Ya-
CTOTa MyTallUil, UHAYLIMPOBAHHBIX Y-Iy4aMHU, Y BCeX
WCCJIEIOBAaHHBIX MYTAaHTOB ObLJ1a YPEe3BHIYailHO BbI-
COKOM II0 CpaBHEHUIO CO IIITAMMOM JWKOIO THUIIA
(puc. 2,6). benok Pph3 sBnsiercsl KaTaIuTUYECKOMN
cyopenqnmHuliein pocdarazHoro xommekca Phy3—
Psy2—Psy4, ouoxumuudeckast GyHKIMST KOTOPOTO — Je-
dochopunupoBanue rucroHos YH2A [13]. Myrauuu
hsmo6-1 n psy4A THaAKTUBUPYIOT TPOMHOMN KOMILIEKC
docdarazpl. C apyroit cTopoHbl, MyTtauus pph3A
WHAKTUBUPYET 0b0e (yHKUMU (ochaTa3HOTO KOM-
nnekca PPH3, ipu aToM MBI (pmKCHpyeM IpH BBICO-
KHMX 032X OMUHAKOBO BBICOKWE YPOBHU YP- U Y-UH-
IYLMPOBAHHOTO MyTareHe3a y BCEX TPEX MYTaHTOB
(puc. 1,6 n 2,6). CnegoBaTelIbHO, 3aMeIJICHUE Oe-
dochopunupoBanuss YH2A sBasiercss OCHOBHOM
MIPUYMHOI YBEINYCHUSI CKOPOCTU MHIYLIMPOBAHHO-
ro MyTareHe3a y MyTaHTOB pph3A, hsm6-1 u psy4A.
DTOT BBIBOJ, ITOATBEPXKIAAETCS, BO-IIEPBBIX, TaHHBIMU
no Y®-uHIyHMpOBaHHOMY MyTareHe3y B KJIETKaXx,
norepsaBmx ¢ocdarasdy Ptc2/Ptc3, kxoropas He
“MeeT OTHOLLEeHUS K nedochopuimpoBanuio YH2A,
Ho nedochopuniupyer 6enok Rad53. Bo-BTopbix,
MOJIHBIM COBITafieHueM KpuBbix Y®d-MyTareHesa y
MyTaHTOB pph3A u psy4A (puc. 1,0).

B npoxckax oTKpbITa elle ogHa ¢ocdaraza Glc7,
KOoTOpasi CIIOCOOHa nedochopmipoBaTh THCTOH
YH2A [34]. Hanmuuue B KJIETKE OTHOBPEMEHHO IBYX
docdaraz, cnocodHbIX AeOoCchHOPUINPOBATH TUCTOH
YH2A, 00JKHO NPUBOIUTE K KOHKYPEHLIUU 3a CyO-
ctpar. Korma B KJIeTKe IpUCYTCTBYIOT 00a hepMeHTa,
KOJIMYECTBO cBOOOIHOTO YH2A Oyner Ob1CTpO yMEHb-
IIaThCsI M 0CBOOOXIATh KoMIuieKec Pph3—Psy2—Psy4
OT CBS3BIBAHMS C TUCTOHOM. DTO, B CBOIO OYEpElib,
CMECTUT paBHOBECcHE MeXay Komriuiekcamu Pph3—
Psy2—Psy4 u Pph3—Psy2 B cTopoHy mocienHero. B
orcyrcTBue Glc7 (mytaHT glc7) nedochopuiimpona-
Hue rucroHa YH2A 3HAUUTENbHO 3aMEIJIMTCS, YTO
IIpUBEIET K €ro IIOBTOPHOMY BKJIIOUEHUIO B XpOMa-
TiH. OgHako orcyrcTBre Glc7 muITs 3aMeIIsieT IMpo-
1IeCC BbIXOJa M3 YEKIOHHTa, HO He OJIOKUPYET €ro,
M3-3a aKTUBHOCTU BTOporo ¢epMmeHTa Pph3—Psy2—
Psy4. lenennsa rena PSY4 taxke 3amemut aedoc-
¢dopunuposanue rucroHa YH2A. Takum ob6pasoMm,
IIpU HU3KMX 103ax Y D-j1yyeit OoTCyTcTBUE OJHOIO U3
oenkoB Psy4 nnm Glc7 He OynmeT 3aMETHO CKa3bIBaTh-
cs Ha ckopoctu aedocdopunuposanusa YH2A. On-
HAKO IIPY BBICOKOI1 KOHIIEHTPALUM 3TOT0O TMCTOHA B
saape (Bpicokue no3bl Y D-nmydeit uiu npu y-oodmyde-
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HUM) OTCYTCTBUE OTHOTO M3 MAPTHEPOB OKAXET 3a-
MEeTHOE BIUsTHUE Ha 3D heKTUBHOCTH Aedochopriin-
poBanusi YH2A. Mytauust Asm6-1 OTHOCUTCSL K TUITY
CIBUT paMKU CUUTBIBaHUS. B pe3ynbraTe obpasyercs
YKOPOUYEHHBIN 0€JI0K, KOTOPBIN COXpaHUJI KOHCEPBa-
TUBHYIO II0CJIeI0BaTeIbHOCT Ha N-KOoHIIe. MOXHO
MPeaIoaraTb, YTO TaKOi YKOPOUEHHBIN OEJIOK CITO-
cobeH popmupoBaTh TpoiiHoi kKomriekc PPH3, Ho
HE CIIOCOOEH BBIMOJHSATL B ITOJIHOM OOBEME CBOIO
depMeHTAaTUBHYIO (QYHKINIO. DTO NPUBEIET K 3a-
MeneHuo nedocdopunupoBaHusi ructoHa YH2A,
3HAYUTEILHOMY YBEJIMYSHUIO BpEeMEHM CYIIeCTBOBA-
HUS He(PYHKIMOHAIILHOTO TPOMHOro KOMILIEKCa,
cBsizaHHoro ¢ YH2A, u, Kak cineAacTBue, CHUKEHUIO
addekTuBHOCTH AedochopunupoBanust Rad53. Btu
CcBoOiCTBa ajutest hAsm6-1 OynyT oTindaTh €ro oT Je-
JICHMOHHOTO MYyTaHTA.

B COBOKYITHOCTM MBI MHTEPIPETUPYEM DTU pe-
3yJbTaThl KaK yYKa3aHWe Ha TO, YTO BBICOKMWI CITOH-
TaHHBIIA MyTareHe3 y MyTaHToB Asm6- 1 i pph3A v BbI-
COKasi YyBCTBUTEJIBHOCTh K MyTareHHOMY JeHCTBUIO
yJIBTPaUOJIETOBBIX U Y-Jlydeil OOyCJIOBJIEHBI 3a-
Tep>KKOI BEIXOIA KJIETKH M3 YeKITOMHTA.

Panee Mbl mpeamnonaranu, yto reH HSM6 ydact-
ByeT B KoHTpoJje ITPP [19, 20]. IIpoBeneHHBII HaMu
FeHeTUUYECKUIT aHAJIU3 MOATBEPKAAET 3TO MPEAIIOJIO0-
xeHue. [Ipexne Bcero Mbl moKa3bIBaeM, 4YTO MyTa-
oy mms2 N xrs2 CIOCOOHBI TIOJTHOCTBIO MOJABJISITh
6osee BbICOKMIT Y®-UHAYIIUPOBAHHBIN MyTareHes
myTaHTa pph3 (puc. 4, 5). OTOoT (EHOTUII CaAMBIM
CTPOTIMM 00pa3oM OIpenessieT reHbl, KOHTPOJIUPYIO-
1ue cyobeauHUlIbl 6ekoBoro Komiuiekca PPH3, B
Ka4yeCcTBEe YYACTHMKOB B PETYJISIIUM 0e30IIMO0YHOM
BetBu I1PP.

UccnengoBanue BBIIOJHEHO TIpW (PUHAHCOBOI
nogaepxkke rpaHTa PO®U Ne 18-34-005540 mon_au
B paMKaxX ToOCyJapCTBEHHOIO 3aJaHusl II0 TeMe
“MynbTUKOMIIOHEHTHBIE OMOJIOTMYECKIE CUCTEMBI:
CTPYKTYpPHO-IMHaMU4ecKast U GpyHKIIMOHAIbHAs Op-
ranmzanus” (perucTpaluoHHbIN HoMep AAAA-A19-
119091890069-7).

Hacrosgmas craTths He COIEepKUT KaKMUX-JIN00 MC-
CJI€JOBAaHUM C UCIIOJIb30BaHMEM B Ka4yeCTBE OOBbEKTA
XKUBOTHBIX.

Hacrosias craTbs He COOCPKUT KaKUX-JI100 UC-
CJI€OOBaHUM C yY4aCTUECM B Ka4€CTBEC 00BeKTa JIIONEH.

ABTOpBI 3asIBJISIOT, YTO Y HUX HET KOH(JIMKTA MH-
TEpPECOB.
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Pph3 Phosphatase Is Involved in the Regulation of the Error-Free Branch
of Postreplicative DNA Repair in Yeast Saccharomyces cerevisiae

D. V. Fedorov“, T. A. Evstyukhina?, V. T. Peshekhonov“, and V. G. Korolev* *

4 Petersburg Nuclear Physics Institute named by B.P. Konstantinov
of National Research Centre “Kurchatov Institute,” Gatchina, 188300 Russia

*e-mail: korolev_vg@pnpi.nrcki.ru

It has been shown that Pph3 phosphatase is involved in the dephosphorylation of the crucial checkpoint ki-
nase Rad53 in yeast Saccharomyces cerevisiae. Pph3 protein forms a complex with a Psy2 subunit, which binds
to Rad53 kinase and dephosphorylates it without the involvement of a third subunit. Triple complex consist-
ing of Pph3, Psy2 and Psy4 subunits dephosphorylates YH2A. Earlier, we have shown that the HSM6 gene
represents an allele of PSY4 gene. The hsmo6-1 mutation increased the frequency of DNA repair spontaneous
and UV-induced mutagenesis. In this study we showed that the deletion of PPH3 gene increases the rate of
spontaneous mutagenesis by a factor of seven in S. cerevisiae. At high UV light doses the frequencies of mu-
tations in pph3A, psy4A and hsm6- 1 mutant strains are equal and exceed the level of mutagenesis in the wild
type strain approximately twofold. In case of reparative spontaneous mutagenesis, pph3A and Asm6- I muta-
tions show epistatic effect. All mutants exhibited higher (approximately 10-fold) frequency of y-induced mu-
tations in comparison with the wild type strain. The combination of mutations in the genes encoding the sub-
units of PPH3 and mutations in the MM.S2 and XRS2 genes that control the error-free path of post-replicative
repair leads to the blocking of PPH3-specific UV-induced mutagenesis. Our results indicate that ptc2A ptc3A
double mutant don’t influence UV-induced mutagenesis and survival. These data indicate that hyperphos-
phorylation only of Pph3 specific sites of the Rad53 increases the UV-induced mutagenesis. Thus, we iden-
tified the PPH3 complex as a new factor involved in the regulation of the error-free branch of postreplicative

repair.

Keywords: Pph3 phosphatase, DNA repair, yeast, tolerance, error-free branch of repair, mutagenesis.
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OCOBEHHOCTHU quorum sensing CUCTEMBbI SpriR
Serratia proteamaculans 94 1 EE YYACTHUE B PEI'YJIALIUUA
KIETOYHBIX ITPOITECCOB
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HccnenoBana perynsitopHast quorum sensing cucteMma SprlR ncuxporpodHoro mramma Serratia protea-
maculans 94. CKOHCTPYUPOBaH MYTaHT C UHAKTUBUPOBAHHBIM F'€HOM SprR, KOIUPYIOLIUM PEryISTOPHBII
peuenTopHbIit 6e10K SprR. INokazaHo, YToO MHAKTUBALIMSI 3TOTO TeHa BJMSJIa HA COCTaB KUPHBIX KUCJIOT,
CUHTE3UpYyeMbIX S. profeamaculans 94, n He Biusaa Ha cuHTe3 N-auui-romocepuHaakToHoB (ATJI), ak-
TUBHOCTM BHEKJIETOYHBIX MTPOTEea3, XMTUHA3, FTeMOJIM3UHOB, HA CBUMMMHT-MUTPALIUIO KJIETOK 1 TOIaBJIe-
HUE pocTa MULIETNS (PUTOMATOTEHHBIX TPUOOB JIETYUUMHU COETUHEHUSIMU, BBIACISIEMBIMU 9TUM IIITAMMOM.
MuaktuBanus reHa sprl (Ho He reHa sprR) cHuXana obpa3oBaHUe OUOTIIIEHOK, KOTOPOE YBEJIUYMBAIOCH
IIpU BHECEHUU B KyJbTYpy 3K3oreHHoro AIJI. IIpoBeneHHbI CpaBHUTEIbHBIN IIPOTEOMHBIN aHAIN3 KJle-
TOK MCXOJIHOTO IIITAMMa Y MyTaHTOB C UTHAKTUBUPOBAHHBIMU TeHamu sprl v sprR mokasaj, 4To 3KCIpeccust
30 6enkoB S. proteamaculans 94 HaxonuTCs MO BAUSIHUEM quorum sensing cucteMbl SprlR.

Karoueswie crosa: quorum sensing, Serratia proteamaculans, 6GUOTIIEHKU, (PePMEHTbBI, KUPHBIC KUCJIOTHI,

TTPOTEOMHBII aHAIN3.
DOI: 10.31857/S0016675821020144

B nocnenHee BpeMsi pacTyiliee BHUMaHUE HUCCie-
JloBaTesieit mpuBjekalT quorum sensing (QS) cucTe-
MbI PETYJISILIUU BKCIIPECCUU TeHOB, YYacTBYIOIIUE B
KOMMYHHUKAILIUM OaKTEepHUii 1 00eCIIeYNBAIOIINE CKO-
OPIMHHUPOBAHHBINA OTBET MOIYISLUNA OaKTepuil Ha
BHelmHMe GakTopbl. QS — 3TO 0COOBIN TUI PeryJs-
oy, (GYHKIMOHHUPYIOIINKA OOBIYHO TIPM BBICOKHMX
TUIOTHOCTSIX OaKTepUaTbHBIX TTonyJsiiuii. QS cucre-
Mbl BKJIIOYAIOT HU3KOMOJIEKYJISIPHbIE CUTHAJIbHbIE
MOJIEKYJIBI PA3JIMYHO XUMUUYECKON TTPUPOIbI, AU(D-
dyHaupyloI1e 13 KJIETOK B KyJIbTYpaJIbHYIO Cpely, U
peluenTOpHbIE PEeryasiTopHble OeJKH, C KOTOPBIMU
B3aMMOMIEHCTBYIOT CUTHaJIbHbIE MOJIEKYIbl. QS cu-
CcTeMbl (PYHKIIMOHUPYIOT KaK IIoOajibHbIE (haKTOPhI
peryJIsiliuM, OHU WUTPaloT BaXXHYIO POJib B KOHTPOJIE
0OJIBIIIOTO KOJIWYECTBA KJIETOUHBIX MPOLIECCOB, OT-
HOCSIIIMXCSI K Pa3iMYHbIM CTOpOHaM MeTabosu3ma
OaKTepHii: OHM YIaCTBYIOT BO B3aMOIEHCTBMM MHOTHX
OakTepuii ¢ BBICIIMMU OpraHM3MaMMU, B PETYJISILIUU BU-
PYJIEHTHOCTH OaKTepuii, Peryssiliud SKCIPECCUU Te-
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HOB, CBSI3aHHBIX C CHHTE30M Pa3IMYHbIX 3K30(hepMeH-
TOB, TOKCMHOB, aHTUOMOTUKOB U Ap. [1—7].

Bonbime Bcero wmccnemoBaHbl QS CHCTEMBI
LuxI/LuxR-tTuna rpamMoTpuuiaTeIbHbIX OaKTESpUIA,
HCIIOJIB3YIOIIE B KAyeCTBE CUTHAIBHBIX MOJIEKYJ
N-auun-romocepuniaakToHbl (ALJI). QS cuctembl
5TOTO TUTIA MOXHO Pa3nesIuTh Ha IBE TPYITIHI B 3aBU-
CUMOCTH OT (PYHKIIUII U OpraHuU3aluu 3KCIPecCuu
QS reHoB.

I1epBas rpyrima BKioyaeT Kjiaccuueckyio QS cu-
creMmy Vibrio fischeri; y 2TOii MOpPCKOH OaKkTepuu
BIiepBbIe ObLT OTKPHIT (heHOMeH QS. B QS-perynsimu
V. fischeri y9acTBYIOT IBa OCHOBHBIX PETYJISITOPHBIX
kommioHeHTa: Oesmok Luxl — cunaTaza AIJl (xatammzu-
pyet cuHte3 AIJI) u LuxR-06e10Kk — oH oOpasyeTr au-
Mep, npucoenuHsier AIJI, B pe3ynbraTe 4ero M3MeHs -
eTcsl ero KoH(pUrypaius; 3aTeM 3TOT KOMIUIEKC, CBSI-
3BIBAsICh C MIPOMOTOPOM [uX-OTepOHa, aKTUBUPYET €ro
TPAHCKPUIILIIO, YTO IIPUBOIUT K CUHTE3Y Jironudepa-
36l 1 dMuUccuu cBeta. [Ipu yBeanyeHUN HOMyJISIIIAN
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V. fischeri AT'J1 HakarInBaIOTCsI 1O IOPOTOBOTO YPOB-
HsI, KOTOPBIit JocTaToueH it aktuBauum LuxR, cBsi-
3BIBaHMSI €TO C IPOMOTOPHOI 00JIACTBIO /LX-OIIEpOHA
W WHOYKONU 3TOro orepoHa. CxogHble QS cucTeMBI
ObLTM OOHapyXeHbl B KJIETKAaX Pa3IMYHBIX BHUIOB
TceBIOMOHa, Agrobacterium tumefaciens, Burkholde-
riaw op. [1, 3-—7].

Bropas rpynna Bkimogaetr QS cucTeMbl OaKTepuii
cemeiictBa Enterobacteriaceae (Pantoea, Erwinia,
Serratia n np.). Perynsaropnabie R-6enku B QS cucremax
3TOi1 TPyl GYHKIIMOHUPYIOT IIIABHBIM 00pa3oM KakK
HETaTUBHBIE PETYJISITOPBI; OHU MOTYT PEpecCUpo-
BaTh TPAHCKPUIILIMIO CBOMX COOCTBEHHBIX T€HOB B
orcyrcTBue AIJL.

KomuuectBo AIJI yBemmumuBaeTcs ¢ yBeIMYSHUEM
IUIOTHOCTU TIONMYJISILMM OaKTepuil MO Mepe pocTa
KyJbTYphl. [Ipy HTOCTMKEHUM DOCTATOYHO BBICOKOM
KoHueHTpauun AIJl B3auMomeicTByeT C OeJIKOM
LuxR-tumna (Hanpumep, c 6eakoM EsaR P. stewartii),
MpY 3TOM IIPOUCXOISAT U3MEHEHUSI ero KoHdopma-
oy, OpersiTcTByolue cBsa3biBaHuoo ¢ JJHK, uto
TIIPUBOINT K Aepenpeccun [8—12].

OOBEKTOM HAIIIETO MCCIedOBaHUS ObLIa OakTe-
pus Serratia proteamaculans 94 [13]. QS cucrembl
OaxkTepuii 3TOTO BUAA M3ydeHbl Maso [11]. B mpenbi-
mymeii padore [14] MBI TToKa3aaW, 49TO IITaMM
S. proteamaculans 94 cuHTe3upyeT Ba IIaBHBIX TU-
na curHajabHbIX MoJieKya ATJT (N-3-okco-rekcaHo-
ni-L-romocepnaIakToH M N-3-THApPOKCHU-TEeKca-
HOWI-L-roMoceprMHIakKTOH) M HECKOJIBKO MWHOPHBIX
ATJL. I'enst sprl v sprR 3Toii QS crucTeMbl, KOTUPYIO-
IIMe COOTBETCTBEHHO cuHTa3y AIl'JI u peLienTopHEbI
peryJIsITOpHBIN Oeslok SprR, ObUIM KJIIOHUPOBAHBI U
CeKBeHUpOBaHKI. BbIIO MOKa3aHO, YTO TeHbl sprl 1
sprR TpaHCKpHUOMPOBAIMCH KOHBEPIEHTHO C YaCTUY-
HBIM TTepeKpbIBAHUEM HUX paMOK CUMThIBaHUs. M3y-
YyeHHe ITOJIy4SHHOr0 HaMU MyTaHTa ¢ MHAKTUBUPO-
BaHHBIM QS reHoM sprl TI03BOIJIO OIPEHCINTD POJIb
9TOrO IeHa B PEryJsIiuM psia KIETOYHBIX ITPOLIECCOB.
MuaxkTuBauus reHa sprl mpuBoguia K OTCYTCTBUIO
cunte3a AI'JI, yMeHBIIIEHWIO BHEKIJIETOYHOM IIPOTEO-
JIMTUYECKON aKTUBHOCTU, OTCYTCTBUIO XUTUHOJIUTU-
YeCKOil aKTUBHOCTU, CBUMMMWHI-MUTPALMU KJIECTOK
(swimming motility), OTCYyTCTBUIO WJIM CHUJILHOMY
CHIDKEHUIO TTOAABJISHUSI POCTa MULIEIMS (DUTOIIATOreH-
HBIX TPUOOB JICTYYMMM COCITMHEHUSIMU, BbIICISIEMbIMU
mraMMoM 94, U3MEHEHHMIO COCTaBa KIIETOYHBIX KUP-
HBIX KHCJIOT, CUHTE3UPYEMBIX 3TUM IITaMMoM [ 14].

B mitamme S. proteamaculans 94 namu 6pl1a OOHa-
pyXeHa TakKe CUTHaJIbHasi MoJjieKysa tura Al-2 u uc-
cienoBaHa (DyHKIMOHaNIbHAsL poib TeHa [uxS, oTBeT-
CTBEHHOTrO 3a cuHTe3 Al-2. MHaKkTUBallu$ 3TOTO re-
Ha MpUBOAMIIA K NeHCTBUIO, CXOAHOMY C J€MCTBUEM
WHAKTUBAMU TeHa sprl Ha CUHTE3 3K30(hepPMEHTOB,
CBUMMMHT-MUTPALIVIO KJIETOK, Y BbI3bIBajia CHIKE -
HUE WU OTCYTCTBHE WHIMOMpPOBaHUS (PUTOIATO-
TFeHHBIX TPUOOB JIETYYUMU BElIECTBAMMU, BbIIEsIe-
MbIMU S. proteamaculans 94 [15].

B Hacroseit paboTte OBLT MOJYyYeH MYTAHT C
MHAKTUBUPOBAHHBIM TeHOM sprR QS crcTeMbl ITaMMma
S. proteamaculans 94, KoaupyoluM pelenTOpHbIi
peryiasaTopHbiii 6enok SprR. PaHee myranuu reHa,
komupytoiero R-6enok S. proteamaculans, He 6bUn
MOJIyYeHbI, U UH(MOPMALIKS O POJIM ITOTO T'eHa B KOH-
TpoJjie MeTabonuaMa S. proteamaculans OTCyTCTBYET.
B paborte nsydeHo BIusiHMEe MHAKTUBALIMU TeHa sprR
Ha PEryJISIIMIO KIETOYHBIX IPOLIECCOB S. proteamacu-
lans 94; uccienoBaHo NeliCTBME MHAKTUBALIMYA T€HOB
sprlvi sprR Ha oGpa3oBaHie GUOMICHOK 3TOTO IITaM-
Ma, IPOBENEH CPAaBHUTEIbHBINA IPOTEOMHbII aHAIN3
9KCIPEeCCUU OEJIKOB UCXOAHOTO U MYTAaHTHBIX ILITAM-
MOB. [TojlydeHHBIC JaHHBIC PACIIUPSIOT HAIlle TIpeI-
CTaBJieHHE O OMalla3oHe KJICTOYHBIX MPOLIECCOB, B
pPeryJISlM KOTOPBIX yJaCTBYIOT TeHbI QS cucTeMBbI
S. proteamaculans.

MATEPHUAJIBI U METO/J1bI
1. Illmammot 6axmepuii u ycao6usa Kyabmueupo8aHnus

IITamMmMmbl GakTepuii, MIa3MUILI W TpaiiMephl
I1IIP, mcronbp3oBaHHBIE B paboTe, IIPUBEACHBI B
Tta6n. 1, 2. bakrepun BeIpamuBaim Ha cpemax Luria
Broth (LB), LA (Sigma-Aldrich Chemie GmbH,
Steinheim, Germany) u M9 [16] ¢ HeoGXOOUMBIMU
nob6aBkamu rpu TeMiiepatype 28—30°C. AHTUOMOTU -
KM OTE€YECTBEHHOTO MPOU3BOACTBA MCIIOJb30BAIN B
KOHIIEHTpausiX (MKT/M1): ammamauinH, 100—200; xa-
HamuivH, 100; rentamuiH 40. TerpauukivH (Sigma)
JIO0ABJISUIA B Cpedy B KOHILEHTpauu 20 MKT/MJI.

2. Onpedeaenue npodyxuuu AIJT

st onipenenenus npoaykuuu AI'JI ucrionb3oBa-
Jm nBa ouoceHcopa. Cencop Chromobacterium viola-
ceum CV026 BbICeBaJM IITPUXaMU Ha MOBEPXHOCTh
cpensl LA, mepecekany UX MITPUXaMHU TECTUPYEMBIX
KyJIbTYp, UHKyOupoBaiau 24—48 4 npu 30°C. B ciy-
yae, Korjaa mramMm Ipoayuuponai AI'JI, Habmonanu
OKpalllMBaHWe MHAMKaTopHoro mrtamma CV026 B
¢uoseToBeIli 1IBeT. MHTEHCMBHOCTD OKpPacKM OIle-
HUBau Bu3yaibHo [17]. Bropoii 6uoceHcop Agrobacte-
rium tumefaciens NT1/pZ1LR4 BeipalnnBaiu Ha cpene
LB ¢ no6asnenuem amruuninHa (100 MKT/MT) 1 TeH-
TaMULMHA B TedyeHre HouM ipu 30°C. Yauiky ¢ arapu-
30BaHHOI1 cpenoit M9 ¢ nobasiaeHHBIM X-(Gal (KoHed-
Hasi KoHLeHTpanys 80 MKr/min) 3aauBain 3 M1 M9 ¢
0.5% arapa ¢ mo6asimeHMeM 0.5 MJI HOYHOM KYIbTYPHI
A. tumefaciens NT1/pZLR4. Tectupyemble Ha Tpo-
nykumio AIJI mraMMmbl BeIceBaiM YKOJaMHM Ha ITO-
BEPXHOCTh arapu30BaHHOM CpPedbl ITOCIE €€ 3aCThIBa-
HUST WIA BHOCWJIY XXKUIKYIO HOUHYIO KYJIbTYypY B JTyH-
KM B arapu3oBaHHOI cpeie M MHKYOUMpOBaIU TIpU
30°C 24—48 4. O cunTe3e AI'JI mTaMmmMaMu CyIuIv IO

MOSIBJICHUIO TOJIYOBIX 30H ruaponm3a X-Gal [18].
TEHETHKA Ne 2
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IIITaMMBI ¥ TIJTa3MUIBI

XapaKTepUucTruKa

W CTOUYHMK WJIM CChLIKA

Serratia proteamaculans 94
S. proteamaculans 94 rif-r
Escherichia coli S17-1 (A-pir)

E. coli TG-1

Chromobacterium violaceum CV026

Agrobacterium tumefaciens
NT1/pZLR4

S. proteamaculans 94 rif-r sprl::Gm

p34S-Gm
pEX18Tc
pAL-TA

IIITamMmbl
BblnesieH 13 UCIOPUYEHHOTO B XOJIOAWJIBHUKE MsIca

CroHTaHHBI MYTaHT Fif-r

(A -pir)
K-12 supE thi- 1 A(lac-proAB) A(mcrB-hsdSM)5, (rymy)
F' [tra D36 proAB™ lacl? lac ZAM15]

buocencop mis onpenenenust AIJI Ha ocHOBe
OpoayKIMY BUogalenHa, Km-r

pPZLR4 traG::lacZ. buocencop mist onpenenenus ALl
Ha OCHOBE MHIYKIIMK CUHTE3a [3-raJakTo3uaassl,
Gm' Cb’
Myrtant sprl::Gm mramma 94 rif-r

TInazmuapl

HMctounnk Gm'-KacceTsl

BexkTop mist 3ameHbl reHoB, Tet” oriT sacB

BexTop mist knoHupoBaHus nponykrtos TP,
Ap' ori pUC Py,

thi pro hsdR hsdM recA rpsL RP4-2 (Tc"::Mu) (Km™::Tn7)

[13]
[14]
Komnekuuss UMI" PAH

Stratagene

[17]

[18]

[14]

[21]
[20]

Eurogen

Ta6auua 2. [1paiiMepshl, UCIIOJB30BaHHBIE B paboTe

IMocnenoBarenbHOCTH (5 — 3')

I1paiimep
SprR-F 5'-GAGCCTGTATGTTTTCCATC
SprR-R 5'-CAACTTCCGCCATCACCTG
GM-F 5'-GGCTCAAGTATGGGCATCATT
GM-R 5'-GGCGGTACTTGGGTCGATA
MI13-F 5'-GTAAAACGACGGCCAGT
MI13-R 5'-CAGGAAACAGCTATGAC

3. Manunyasuuu c J[HK

Brioenenue cymmapHoii u mtazmunHoin JIHK, pe-
CTPUKIIMIO, arapo3HbIi Telab-3JeKTpodopes3, JTUrr-
poBaHue, TpaHcopMauuw E. coli mpoBoaguaun co-
JIJaCHO METOOMKaM, ONMMCAaHHBLIM B [19]. Peakuuio
ITL P mpoBoanam B 20 MKJI peaKIIMOHHOM CMECH, CO-
JepxKalleit ogHoKpaTHbI O0ydep mis Taq JHK-mo-
mumepaszel (HITO “Cu6d®u3um”), mo 250 MM
dGTP, dATP, dCTP u dTTP (HITO “Cu69H3um”),
10 nM kaxpgoro npaiiMepa (3AO “Cunron’), 0.5 U
Taq AHK-nommmepassr (MMIT PAH). B kauecTtBe
marpuubsl s TP wmcrmonb3oBanm 1ia3sMuIHbBIC
JHK uny npokunssdeHHBIe KJI€TKHU, B3SIThbIe U3 CBE-
XKeBbIpallleHHbIX KoJioHui. Peakuuro I P-amriu-
¢uKanyu MPOBOAWIM HA YEThIPEXKAHAJIBHOM IIPO-

TEHETUKA Ne 2
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rpammupyeMom Tepmoctate TTI4-TTHP-01-“Tepiuk”
(3A0 “HI1I® JHK-TexHonorus”).

4. Iloayuenue mymanma S. proteamaculans 94
C UHAKMUBUPOGAHHBIM 2eHOM SPFR

MyTaHT ¢ HOKayTOM TeHa sprR ObUT MOJTy4YeH Me-
TOJIOM 3aMEHBI T€HOB C UCIOJIb30BaHUEM sacB-cTpa-
teruu [20]. PaHee mis KJ1oHMpOBaHUS TeHOB spri u
SprR 1 nxX ceKBeHUpPOBaHUSI HAMU ObLT KJIOHUPOBaH
dparment JHK pasmepom 1660 mH, comepsKaiuii
oba reHa, 1 Obl1a onpenesieHa HyKJICOTHUIHAsI TTOCIIe-
JIOBaTeJIbHOCTh 3TUX TeHOB (JX901285) [14]. Ins no-
JIydeHMsI KJIIOHMPOBAaHHOTO IreHa sprR ObL1a ImpoBeae-
Ha [T P-ammumdnkanusa ¢ npaiiMepaMu I 3TOTO
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reHa — SprR-F u SprR-R (ta6:. 2). I1L P npoBoguimn
npu 94°C 2 muH, 3ateM 30 muxiaoB mpu 94°C 20 c,
58°C 20 ¢, 72°C 40 ¢, u mocnegHsIsI cTagus ObLIa IPpU
72°C 4 muH. [poaykTel 111 P 66u11 BoIIEIEHBI U3 TE-
s (ucrmonb3zoBanu Wizard SV Gel kit u PCR Clean-
Up System, Promega) 1 aurupoBaHsl ¢ pAL-TA Bek-
toprHoit JIHK. JInraznas cmech Ob1a TpaHCcHOpMU-
poBaHa B E. coli TG1. KneTku BeiceBanu Ha cpeny LA
¢ no6aBneHreM 200 MKT/MJ1 aMIIMLIUIMHA, HATTYNE
sprR reHa B OTOOpaHHBIX KJIOHAX OIIPEACISIA METO-
nom IILP, ucnonws3ysl yHUBEpCabHbIE MpaiiMephl
M13. CKoHcTpyrpoBaHHas Ij1a3Muaa Obljla Ha3BaHa
pAL-TA-sprR.

Hns  koHcTpyupoBaHus sprR:Gm  MyTaHTa
BamHI-dparmenr JHK pasmepoM 865 mH rurazmu-
bl p34S-Gm [21], Hecymuii TeH Pe3UCTEHTHOCTU K
TeHTaMUIHY, ObUT KJIoHMpoBaH B Bg/ll-caiit BHyTpu
reHa sprR B pAL-TA-sprR mnasmune. @parment JHK
1700 riH u3 noaydyeHHoi riasMunabl pAL-TA-sprR::Gm
opu1 Ki1oHuUpoBaH B EcoRI-caiit BekTopa pEX18Tc
[20], m ckOoHCTpyMpOBaHHAas B pe3ybTaTe IIa3Muaa
pEX18Tc-sprR::Gm O6bl1a TpaHchOpMUpPOBaHA B
E. coli S17-1 (A-pir), KOTOPHIil GBI KCTIOIB30BaH KaK
JIOHOD 115 epeaavyy 3Tou ria3Muisbl B S. profeamac-
ulans 94 rif-r mtaMm KoHblorauuei. IloaydyeHHbIE
KJIeTKM ObUIM BbICESIHBI Ha cpeny LA, comepxkaliyto
Gm, Rifu 5% (wt/vol) caxapo3sl, I1OCJIe YeTO KJIOHBbI,
PE3UCTEHTHBIE K TeHTAMULIMHY, pUdaMIULIMHY U ca-
Xapo3e 1 UYyBCTBUTEJbHbIE K TETPALMKIWHY, ObLIU
TecTupoBaHbl ¢ moMolkio ITLP ¢ mpaiimepamu Gm-
F, GmR u npaitmepamu sprR-F u sprR-R. B pesynb-
Tate ObLI MOJYYEH MYyTaHTHBIN 1ITaMM S. proteamac-
ulans 94 sprR::Gm.

5. Anaausz 6uonaenox

CBexue KyJIbTYphI, BeIpocire Ha cpene LA, BBI-
ceBaiu B LB ¢ HeoOXoAMMbIMU aHTUOUMOTUKAMU U
MHKYOMpOBaJIM IIpU a’pallud B TedyeHue 24 4 IIpu
temmepatype 30°C. 3aTeM KyJbTyphbl pa30aBisuid B
300 pa3 B LB 6e3 aHTHOMOTUKOB. J1J1s1 u3MepeHust 00-
pa3oBaHUS OMOIUIEHOK KYJIbTYPhI BEIPAILIMBAJIU B IO~
JIMCTUPOJIOBBIX TUIAHIIETaX 24 9 ¢ TIepeMeIInBaHUEM
Ha Kavajike nipu Temieparype 30°C. O6Gpa3oBaHue
GUOITJIEHOK U3MEPSJIU TTOCIe yaaJleHus CPeabl, IIPo-
MBIBKU STY€EK BOIIOI M OKpallMBaHUS MPUKPETLICH-
HBIX KJIETOK KpacuTejJeM KpUCTaUTMYeCKuil puoJe-
toBblit (1 T Kpuctansuonera, PEAXIM, Poccus; 2 T
Kpuctaindeckoro ¢enosna; 90 M1 TUCTULIMPOBAaH-
Hoit Bomwl; 10 ma 96%-Horo sraHona) B TeUyeHUE
45 MUH TIpy KOMHaTHO# TeMmneparype. [1ocie okpari-
BaHUS KUIKOCTh CIIMBAJIM, KPACUTEIb U3 OMOILIEHOK
SKCTparupoBayii 96%-HbIM 3TaHOJIOM, OITHYECKYIO
ILUTOTHOCTh paCTBOPA M3MEPSUU TIpy 595 HM. J11a nzme-
peHUsT YPOBHSI 00pa30BaHHBIX OMOIUICHOK MCITOJIb-
3oBaii Model 2550 Microplate Reader (Bio-Rad,
CHLIA). ITo MHTEHCUBHOCTH OKpAIIMBAaHMUSI PacTBOpa
cynmiar o6 ypoBHE oOpa3oBaHUS OMoIuIeHOK. Kaxkmprit

SKCITEPUMEHT IIOBTOPSUTH TPH pasa, IIPH 5TOM B KasKIIOM
BapHaHTe KyJbTYpY BRIpAIIMBAIN B 4—8 JTyHKaXx.

6. Bausanue sprR::Gm mymauuu na ceoiicmea
Kkaemok S. proteamaculans 94

6. 1. Onpedenenue pepmenmamueHbvix AKMUBHOCMEll

st onpeneieHUs1 aKTUBHOCTEM BHEKJIETOYHBIX
¢depmenToB 3 MK pa3BedeHHOM B 300 pa3 HOYHOIA
KyJIbTYpbl OaKTepuii MOMEIAJIMCh HA MOBEPXHOCTH
cpenbl LA (1.5% arapa) ¢ HeOOXOOUMMBIMU JOOABKa-
MU. DKCIEPUMEHTHI CO BCEMU BapUaHTaMU MPOBO-
IWIKCh 3 pas3a, c He MeHee YeM TpeMs TOBTOPHOCTSI -
MU B KaxKIOM OITbITe [14].

OnpeodeneHue 6HeKAeMOUYHOI NPOMEAsHOH aAKMUG-
Hocmu. KJeTKU IITaMMOB BbICEBaIM YKOJIOM Ha ara-
puzoBaHHyIo cpeay LA ¢ moiaokoM (Mos0ko ¢ 0.5%
XKu1pa cocTasisiio 1/3 gyacTh ot 0011ero oobema cpe-
Ibl), nHKyoupoBamu 24—48 4 nipu 30°C. B ciyuae,
KOrJa INTaMMbl O0JIagaJii BHEKJIETOYHOI IpoTeas-
HOI aKTMBHOCTBIO, BOKPYT KOJIOHUI HaOJII01aIU 30-
Hbl (DEPMEHTATUBHOTO TUAPOJM3a Ka3eMHa MOJIOKa
(3oHHBI npocBeTIeHUs1). O (PepMEHTAaTUBHOM aKTHUB-
HOCTH CYAWJIM I10 paguycCy 30H TMIpOJIn3a.

Onpedenenue aunaszmnoii akmuenocmu. Kinetku te-
CTUPYEMBIX IITAMMOB BBICEBAJIM YKOJIOM Ha Cpeny
LA ¢ no6asnennem Tween-20 (1%) n CaCl, (0.01%).
HNukyoupoBanu 48 4 mpu 30°C. B cimygae, korga
IITaMMBI 00JIafaIv JIMITa3HOM aKTUBHOCTBIO, BOKPYT
KOJIOHMM HabJrogaiu MmyTHbie 30HbI (Tween-20 rum-
posim3oBajcs ¢ o6pasoBaHUEM JAypUHOBOM KHCIIO-
THI, YTO TIPUBOIIIIO K 0Opa30BaHUIO B TIPUCYTCTBUU
KaJbLIMs HepacTBOPUMOI coiu 3Toit KMcioTer). O
(bepMEeHTATUBHON aKTUBHOCTH CYIWIU IO PaguycCy
HETIPO3PAYHbIX 30H BOKPYT KOJIOHUI M CTETIEHU IT0-
MYTHEHUSI Cpelbl B TIpeaesaX Helpo3pavyHoit 30HHI.

Onpedenenue XumuHOAUMUHECKOL AKMUBHOCMU.
Tectupyemble IITaMMbI BEICEBAJIM YKOJIOM Ha arapu-
3oBaHHy10 cpeny (1.5% arapa) cjeoyIOLIEro COCTaBa:
0.1% (NH,),S0,, 0.03% MgSO, - 7H,0, 0.08% KH,PO,,
0.04% KNO;, 0.05% npoxckeBoit akcTpakT (Difco); B
cpeny nobasisuin 0.2% KomonaHoro xutuHa. MHKy-
oupoBamu 72—96 4 ripu 30°C. B ciyyae, Koraa mraMMbl
00J1a1any XUTUHOJIUTUIECKON aKTUBHOCTBIO, OKOJIO
KOJIOHMI Ha0I0maau 30HbI (hepPMEHTATUBHOIO THI-
posin3a (30HHbI TpocBeTiieHus ). O hepMeHTaTUBHOMU
aKTUBHOCTHU CYIWJIY IO PaauycCy 30H.

OnpedeneHue  eemMoAUMuU4ecKoll  AKMUGHOCMU.
Kierku Tectupyembix IITAMMOB BbICEBAIU YKOJOM
Ha KpoBstHOI1 arap (cpena LA ¢ moGasiennem 5% cre-
PWIBbHOI KPOBM YeJIOBEeKa), MHKYyOUpoBaiu 3—7 CyTOK
ripu 28°C. O reMoJIMTUYECKOM aKTUBHOCTHU CYIWIU TI0
MPO3payHbIM 30HAM TEMOJIM3a BOKPYT KOJIOHUH.
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6.2. Onpedenernue delicmeusi 1emyuux
coeduneHuil, svidensemuix S. proteamaculans 94

Panee mMbl nokazanu, uro S. proteamaculans 94 cuH-
Te3upyeT JeTyuue BeiecTBa (JIB), B Tom umcie opra-
HUYECKUE JIETy4re BEIECTBA, U3 KOTOPbIX B HAUOOJb-
1IIeM KOJIMYECTBE 1ITaMM MPOLYLIMPOBAT IUMETUJIIU-
cynppun (IAMIOC). beuto mokazaHo, 4TO OOIIWIA MYJI
JIETYYMX COEIMHEHU, BBIIEISIEMbBIX 3TUM LLITAMMOM,
u nHauBuayaabHo JIMJIC nmonaBisitoT pocT arpodak-
Tepuii, pUTOTIATOTeHHBIX TPUOOB, HEMATO U APO30-
dui [22]. dnsg onpeneaeHNs BIUSHUS NHAKTUBALIUUA
reHa sprR Ha neiictBue JIB Ha rpuObl ObLIU WUCHOIb-
30BaHbl yamiku [letpu, pasznesieHHble HA IBE YacTU
MepPEropoikaMu, KOTOpble HE TIPUJIETAIN K KPBILIKE,
OCTaBaJlIoCh CBOOOMTHOE MPOCTPAHCTBO JIsSI OOMEHa
Bo3nyxoM. ONHy MOJIOBUHY YalllKy 3aceBaju S. pro-
teamaculans 94 wiu mytantom sprR::Gm Ha cpene LA
(20 MKJI HOYHOI KYJIBTYphI, Bbipoclieid B LB u co-
nepxaueiit ~4—6 x 107 kjeTok pacIpenessulich
MUKPOOHOIOTMYECKO MeTIIe 110 IToBepXHOCTH LA).
Yamku nHkyouposaiu 24 4 npu 28°C. I1ocne 3Toro
Ha BTOPYIO MOJOBUHY YaIlIKU TTOMEINAJIM OJIOK C MU~
LenveM rpuba. bioku rpuboB nuamMeTpoM 8 MM BbI-
pe3anu U3 arapu3oBaHHON cpenbl Yareka Ha yalkax
Iletpu, 3acessTHHBIX rpyUOaMu B BUAE CIIOp TETJIEi C
KyJIbTYpbI Tpr0a, Mocjie pocTa B TeUeHUE TISITU CYTOK
npu 25°C. Yaiku IUIOTHO repMeTU3UPOBaJIU I1apa-
dmwieMoM (4 paza) (“Parafilm M” Sealing Film
(Pechiney Plastic Packaging Company, Chicago, IL,
CIIA)). Poct rpubos aHanusmpoBaaud udepes 3—6
nHe ipu 25°C [22].

6.3. Anaauz cocmaea HCUpHvIX KUCAOM

HouHble KynbTypbl OakTepuii pa3BOOWIM 10
ODgy ~ 0.10, 1 xyeTku pocau B TeueHue 20 4 npu
30°C. I1poOsI cyxoit 6GuoMacchl KJIeToK (5 Mr) obpa-
6ateiBaiu B 0.4 M 1.2 N xJ10puCcTOro Bogoposaa B Me-
taHojie ipu 80°C B TeueHUEe OMHOTO 4aca (KUCHbIA
MeTaHosim3). O0pa3oBaBIIMECST METWIOBEIC 3(UPHI
SKUPHBIX KUCJIOT 3KCTPArupOBaIU ABAXKIbl TeKCAHOM.
Hanee nMpoBoAWIM Ta30BYI0 XpoMaTorpacduio U Macc-
crniekrpomerpuio. ITapamerpsr xpoMaTorpadmm BeIOK-
panu Kak pekomeHaoBaHO B Microbial Identification
System (MIS) [23, 24] ¢ Hewlett-Packard 5890A razo-
BbIM xpoMartorpadom u Hewlett-Packard 7673A aBro-
MaTUYECKUM COMILIEPOM. XpOMaTO-MacC-CIEKTPOMET-
puaeckuii aHamm3 (GS-MS) mpoBogmi Ha XpoMaTo-
Macc-criektpomeTpe AT-5975 Agillent Technologies
(CHIA). s xpomartorpaduyeckoro pasaejieHUus
OpoObl MCITOJIb30BaIN KaNWUISIPHYIO KOJIOHKY HP-
5ms. XpomarorpadpupoBaHue ITPOBOININ B peKME
MporpaMMUpOBaHusl TemIiiepaTypsl oT 135 mo 320°C
€0 cKkopocThio 7 rpan/mMuH. O0pabOTKy JaHHBIX IIPO-
BOJIWJIM C TIOMOIIbBIO IITATHBIX MpoTrpaMM Mpudopa.
BemectBa B xpomarorpaduueckux mukKax HACHTH-
¢dbuLMpoBaIM C TIOMOIIbIO OMOJUOTEYHBIX TPOrPaMM
¢ 0a3oit aHHbIX Macc-criekTpoB NIST.
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7. Ilpomeommubvtii anaaus

CpaBHUTEIILHBIN IIPOTEOMHBIN aHAJIM3 B KJIETKAaX
S. proteamaculans 94 v n1ByX MyTaHTHBIX ILITAMMOB
o1 mpoBeneH B HMUM OmoMenMIIMHCKON XUMUU
PAMH nMm. OpexoBrnya, Mockaa.

Ixecmpakuyus u pazdeaerue 6eaxos. KymbTypbl OakTe-
puit BoipaiyBagu npu 30°C B teueHue 17 4. Kitetku
ocaxnanu ueHTpudyrupoBaHueM Iipu 10000 06./MuH
5 MuH, nipu 4°C, oTMbiBajii 3 pasa CTaHIAPTHBIM
docharaeiM 6ypepom (137 MM NaCl, 2.7 MM KCI,
10.1 MM Na,HPO,, 1.8 MM KH,PO,, pH 7.4), 3atrem
HeHTpudyrupoBaan. CyrnepHaTaHT yoalasuiv, a 0CagoK
3amMopaxuBaav 1 xpanuau npu —80°C. st skcTpak-
M OEJIKOB OCaJIK1 OaKTepHUATBHBIX KJIETOK PECYCITCH-
IMpoBau B Oydepe, conepxaieMm 7 M ModeBUHBL, 2 M
THO-MO4eBUHEL, 2% CHAPS, 0.5% Triton X100, 20 MM
Tris-base, 2 MM MgCl,, 5 MM PMSF, 65 MM DTT u
1 MM Na,EDTA, u noaseprajin o6paboTke yabTpa-
3ByKOM. JJIsI Kaxknoro odpasliia ¢ LeIblo OLIEHKU Kaue-
CTBa 9KCTPAKIIMY OEITKOB TTPOBOMIIICS aHATUTUICCKUIA
OTHOMEPHBII, a 3aTeM ABYMEPHBIN 31eKTpodope3 MpU
KCMOJIb30BAaHUM MPOrpaMMHOT0 obecrieueHust Quantity
One software (BioRad, CIIIA). CtangapTHOe HaHeCe-
HUE COCTaBJIsIO 0Koio 150 MKr Ha 24 ¢cM reJsl.

Aeymepnuiii (2-71) snexkmpogopes. st mipoBene-
HUs dJeKTpodopesa B MEpBOM HAIPaBICHUM OCY-
LIECTBIISIIU TUapaTaiuio 24 cm nojgocok (IPG Strips)
¢ HaHeceHHBIM Ha HuX reieMm ¢ pH 3—10 (Agilent,
CIIIA) B O0ydepe, conepxkamiem 7 M moueBuHbI, 2 M
tuoMoueBuHbl, 4% CHAPS, 65 MM DTT, 1.25% am-
¢dommtoB 3-10 (Agilent) B TeueHre Houn. OOpa3lbl B
9TOM Ke Oy(depe HAaHOCUIN Ha CTPUIIBI W TTIPOBOIVIIN
¢dope3s B riepBoM HarpasieHuu npu 80 kB Ha mpudope
Agilent Technologies 3100 Offgel Fractionator (Agilent).
Bropoe nHampasnenue anektpodopesa (SDS-PAGE)
OCYIIECTBISIOCh B 12%-HOM MOJIMaKpUIAMUIHOM
rerre. bydep mrst anekTpodopesa comepxan: Tpuc,
25 MM; tmuumH, 192 MM; SDS, 0.1%. I1ocie dukca-
LIMU Tejist B pacTBope, codepxkameM 10% ykcycHoit
KUCIOTH 1 20% 3TaHOIIAa, TIPOBOIMIIHM €TI0 OKPaIlIBa-
HHEe HUTpaToM cepebpa [25].

AHanu3z uzobpaxcenuii 2-/1 eeaeii. OKpallleHHbIE Te-
JIM cKaHupoBaian Ha ckaHepe Bio-Rad GS-800 Cali-
brated Densitometer. MHTEeHCMBHOCTB OKpaIllMBaHUS
OCJIKOBBIX IISITEH CpaBHUBAJIU, WCIIONbL3Yys IIPO-
rpamMHoe obecriedeHre Melanie I11. ITaraa, pazan-
YyaBIIMECs MEXIy oOpa3liaMu 110 KpaiiHei Mepe B 1.5
pasa 1o MHTEHCUBHOCTU OKpalluBaHUs (IIpeacTaB-
JIEHO B IIPOLICHTAX), BEIPE3aJik U3 TeJIsI U aHATU3UPO-
Basu ¢ iomoibio MALDI-TOF.

Bpemsanponemnas macc-cnekmpomempus ¢ mMam-
PUHHO-AKMUBUPOBAHHOIL Aa3epHOU decopbuyueil/uoHu-
sayueii (MALDI-TOF MS aunaau3) u udenmugurxayus
beaxos. O6pabOTKa BBIPE3aHHBIX M3 TeJIsl OKpaIlleH-
HBIX cepeOpOM OEITKOBBIX MSITEH OCYIIIECTBIISIACH IO
Metony Shevchenko et al. [26]. Macc-cnieKTphI peru-
CTPUPOBAIIM C NCTIOJIb30BaHUEM MacC-CIIEKTpOMeTpa
Ultraflex MALDI-TOF-TOF (Bruker Daltonics,
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Puc. 1. Jlokanuzamus myrauuii sprR::Gm u sprl::Gm y
S. proteamaculans 94. Ctpenkamu 0003Ha4eHO HampaB-
JIEHHME TPAHCKPUIILIUNA T€HOB.

I'epmanusi), cHaGxeHHOTO a30THbIM (N,) Jaszepom
(0-350 1umM). CriMcoK MUKOB TIENTUIOB OBLT CO3JaH B
nporpaMMHOM obecriedeHuM Flex Analysis 2.4 (Bruker
Daltonics). Mnentudukaims 6ej1ka B COOTBETCTBUU C
COJIEP>KUMBIM TIETITUIA IPOBOAMIACH C MCIOIb30Ba-
HUEM IIpoTrpaMMHOro obecrieyeHust Mascot 2.3 (Ma-
trix Science, CIIIA), cooTBeTCTBYIOIIETO Oa3e TaHHBIX
NCBI s takconoB Eubacteria.

Pesynbrarhl, mosydyeHHbIE B TpeX HE3aBUCUMBIX
9KCIepUMEHTaX, ObLUIM BbIpaXXEHBI B BUJIE CPEIHETO
3HAYEHUS C yYETOM CPEeIHEKBaIPAaTUYHOTO OTKJIOHE-
Hus (SD) 1 paccunTaHbl ¢ TOMOIIBIO IIPOTPAMMHOTO
obecnieueHusi GraphPad PRISM 5.0 (GraphPad
Software Inc.).

PE3VIJIBTATHI

1. Iloayuenue mymanma S. proteamaculans 94
C UHAKMUBUPOBGAHHBIM 2eHOM SPF R

11 M3ydeHrs 0COOEHHOCTEN (PYHKLIMOHUPOBAHMS
Sprl/SprR QS cucremst S. proteamaculans 94 nHamu pa-
Hee ObUI HOJIy4eH MyTaHT C THAKTUBUPOBAHHBIM T€HOM
sprl [14]. B HacTos1ei paboTe MBI MOIYINIA METOAOM
3aMeHBbI TeHa MyTaHT sprR::Gm ¢ HOKayTOM BTOPOTO
reHa Sprl/SprR QS cucremsl 3T0i1 OaKTepuM, KOOU-
PYIOLIETO PEIENTOPHEBIN PEeryIsaTOpHBIN 0e10K SprR.
MyTaliust cTabMIbHO COXpaHsIach B KJeTKax S. pro-
teamaculans 94, ionepXrBacMbIX Ha cpee ¢ TeHTa-
mutimHoM (40 mkr/mMir). AHanm3 cuHte3a AlJI, mpo-
BEICHHBII ¢ IByMsl OMoceHcopaMu B yamkax Iletpu
Ha cpene LA, mmokasaj, 4To MyTaHTHBIM IITAMM aK-
tuBHO mponmynupyetr AIJI. Jlokammsaimss myTtainmin
sprR::Gm u sprl::Gm 1noka3aHa Ha puc. 1.

2. Bausanue QS cucmemot Sprl/SprR
Ha ghopmuposanue ouonaenox y S. proteamaculans 94

B perynmsuum opMupoBaHUsS OMOIJICHOK pas-
JIMIHBIMY OAKTEPUSIMH BaXKHYIO POJIbL UTpaioT QS cu-
CTEeMbI peryJisiiuy 3KcIpeccuu reHon [12, 27, 28].
st mpencraButencii Buaa S. proteamaculans Bopoc
o B3ammogeiictBun QS cucreM ¢ oOpa3oBaHUEM
OMOIUIEHOK HE HCClieIoBaJICs.

HpI/I HCCICJOBaHNM BJIUAHHNA MHaAKTUBallUMU T'C-

HOB spri v sprR Ha perynsauuio odpa3oBaHUsI OMOILIE-
HOK Y S. proteamaculans 94 ObLIO TI0Ka3aHO, YTO MY-

TalMsl B reHe sprR He oKa3blBaja BIMSHUS Ha ypo-
BeHb OOpa3oBaHUsI OuoruieHOK (puc. 2). Kak ObLI10
OTMEUEHO BBIIIIE, 3Ta MyTallsI HEe BIMSJIa HA CUHTE3
AT'Jl. HarpoTtuB, B MyTaHTHOM IO TeHy sprl mtamme
94 o6pa3zoBaHME OMOIUIEHOK CHIKAJIOCh BIBOE IIO
CPaBHEHUIO C YPOBHEM OMOIUIEHOK B MCXOJHOM
mramMMe. PaHee MbI TTOKa3aiau, 4TO KJIETKU 3TOTO My-
TaHTa He nipoayuupoBanu AIJI [14]. Jlo6aBiaeHre 9K-
30reHHOro 3-okco-C6-I'JI, omHOro M3 OBYX JTOMU-
HaHTHBIX AI'JI, cMHTEe3MpyeMBIX IITaMMOM S. profea-
maculans 94 nuxoro tuma [14], BoccTaHaBIMBaJIO
CITOCOOHOCTh MyTaHTa K ()OPMHUPOBAHUIO OMOILICH-
KU TIPAKTUYECKU 10 YPOBHS UICXOAHOTO IITaMma. [1o-
6asneHue npyrux BunoB Al'JI, cuHTe3upyeMbIX KJIeT-
KaMmu S. proteamaculans 94 B 3HAUUTEIIBHO MEHbILIEM
konuuectBe (C4-TJI, C6-I'J1), He naBano mogoOGHOTO
apdexra (puc. 2). ITosydeHHBIE pe3yJibTaThl ITOKa-
3pIBAlOT 3aBUCHUMOCTh OOpa30BaHUSI OMOILICHOK Y
S. proteamaculans 94 ot cunre3za AIJI; cymecTBeH-
HYIO pOJib B KOHTpoJsie GOPMUPOBAHUS OMOIICHOK
urpaet 3-okco-C6-T'J1.

Dddext mytaumu B reHe sprl Ha ¢opMupoBaHUe
OUOTIIIEHOK y S. profeamaculans 94 MposIBIsICS TaK-
JKe MPU MPOBEIEHUU OIBITOB B CTEKJISTHHBIX TTPOOUP-
kax Ha cpene LB. Y ucxonnoro mrramma S. proteamac-
ulans 94 u myranTa sprR::Gm Ha CTeHKax IIpoOUpPOK
ObLIIO 3aMEeTHO 00pa3zoBaHUE PHIXJIBIX OMOILIEHOK, B
TO BpeMs Kak OMOIUIEHKU Y MyTaHTa . proteamacu-
lans sprl::Gm Ha cTeHKax MpoOUPOK He 0Opa30BbIBA-
mmck (puc. 3). Myranus B reHe sprl n3MeHsIIa TaKKe
xapakTep pocta S. proteamaculans 94 B XUIKOM cpe-
ne. s mTaMMOB JUKOTO TUIIA M MYTaHTa MO TeHY
sprR ObLIO XapakTepHO 00pa3oBaHHE MHOTOKJIETOY-
HBIX arperatoB U (hOpMUPOBAHUE OCAAKA, a TSI My-
TaHTa S. proteamaculans 94 110 reny sprl ObL1 XapakTe-
peH nuddy3HbIM MIaHKTOHHBIA POCT C paBHOMEP-
HbIM [TOMYTHEHUEM CPEJIbI.

3. H3yuenue éausanus mymauyuu sprR::Gm
HA GKMUGHOCIU IK30(hepMEHMO08, CUHIME3UPYEMbIX
S. proteamaculans 94

M3BecTHO, uTO QS cucTeMbl SABIASIIOTCS T100ab-
HBIMM PETYJSITOPAaMU IKCIPECCUU TE€HOB OaKTEepUid.
IToaTomMy Hac MHTepecoBasia pojib QS B peryasauuu
KJIETOYHBIX MPOLECCOB, OTHOCSIINUXCS K Pa3IUYHbIM
CTOpoHaMm MeTabosu3ma S. proteamaculans 94. bbino
WCCJIeNOBaHO, KaK BIUSET HOKAyT reHa QS crucTeMbl
SprR Ha aKTUBHOCTbh HEKOTOPBIX BHEKJIETOUHBIX (hep-
MEHTOB. MBI MOKa3aau, 4YTo MpoTea3Hass aKTUBHOCTb
y MyTaHTHOTO mTamma sprR::Gm mpakTUYeCcKu He
OTJMYayiaCh OT aKTUBHOCTU MCXOJHOTO IlITaMMa, B
OTJIMYME OT aKTUBHOCTU ATOTO (hepMEeHTa y 1ITaMMa
¢ mytanueii sprl::Gm, rae mpoTeoJIMTUYECKast aKTUB-
HOCTbB ObIIa cHIKeHa [14]. Myranrt sprR::Gm He oT-
JIMYascs No XUTUHOJIUTUYECKOU aKTUBHOCTHU OT HC-
XOMHOTO IIITamMMa, B TO BpeMsl KaK y MYTaHTHOTO
mramma sprl::Gm XUTUHONMUTUYECKAsT aKTUBHOCTD
OTCyTCTBOBaja. JlumnasHass U remMojuTuyecKas ak-
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Puc. 2. O6pazoBaHue OUOIUIEHOK UCXOIHBIM IITAMMOM S. proteamaculans 94 (1), MyTaHTHBIM 1ITaMMoM sprl::Gm (2), MyTaHT-
HbIM TamMmMoM sprl::Gm ¢ no6asneHueM: 3-okco-C6-TI'J1 (3), C6-T'J1 (4), C4-T'J1 (5); myTaHTHBIM IITaMMOM sprR::Gm (6), My-
TaHTHBIM ITaMMOM sprR::Gm ¢ noGasiaeHueM: 3-okco-C6-I'JI (7), C6-I'J1 (8), C4-T'J1 (9). Bce AT'JI noGasisiivi B KOHEUHOMN

KOHILIeHTpaLuu 25 HM.

TUBHOCTU KJIETOK MYTaHTOB sprR::Gm u sprl::Gm He
OTJIUYIUCh OT aKTUBHOCTM HWCXOQHOTO IlITaMMa
S. proteamaculans 94 (naHHbIE HE TPUBOASTCH).

4. Jleiicmeue aemyuux coeounenuii, 6bl0eas1emoix
S. proteamaculans 94 u sprR: Gm mymanmom,
Ha (pumonamoczennsie epuodvL

MBI cpaBHWIM JOeiiCTBUE OOIIETO TTyjia JIETYYrUX
COCNMHEHMI, BBIOCISIEMEBIX S. proteamaculans 94 n
sprR::Gm MyTaHTOM, Ha POCT MULEIUS ABYX (pUTO-
MaTOreHHbIX TpUOOB — Rhizoctonia solani v Hel-
minthosporium sativum. Ilo maHHBIM HTPOBEASHHBIX
9KCIEPUMEHTOB, MyTaHT sprR::Gm moaasisieT pocT
MULIEIUsST Tpuba 1 obJiafaeT WHTUOUPYIOIIUM Neii-
CTBHEM, CXOIHBIM C IeiACTBUEM S. profeamaculans 94,
T.e. myTanus sprR::Gm, Mo-BUAUMOMY, HE 3aTparu-
Bajla TeHbI, OTBETCTBEHHBIC 3a PETYJISILINIO CMHTE3a
JIETYYMX COeAUHEHU (IaHHBIE HE IPUBOISTCS).

5. Anaauz cocmaea 6axmepuaivHoix
acupnoix Kucaom (2KK)

MeTogoM XpoMaTo-Macc-CIIEKTPOMETPUU OBIIO
MPOBEJEHO CPaBHEHME COCTaBa >KUPHBIX KUCIOT Y
mramma S. proteamaculans 94 TUKOro TUIAa U MyTaHT-
Horo mTamma S. proteamaculans sprR::Gm (ta6n. 3). B
o0pasiax MccieryeMbIX ITaMMOB ObLTM OOHapYKEHbBI
HACHIIIEHHbIE, HEHACHIIIIEHHBIE I TUIPOKCUKUCIIOTHI.
Bcero B cniekTpax ObUTHM MIEHTU(UIMPOBAHEI 22 XUP-
HBbIE KUCJIOTHI C JUIMHOM ey oT 12 1o 20 aTOMOB yrJjie-
pona.

B crniektpe mtamMma nukoro Tuna . proteamacu-
lans 94 unpenTNULIIPOBAHO 19 XXUPHBIX KUCIOT. Oc-
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HOBHBIMU HACHIILIEHHBIMUA KHUCJIOTAMU  SIBJISITIUCH
rekcageKkaHoBasl, OKTaJIeKaHOBasI U TeTpaJeKaHOBasl.
JOMUHUPYIOIIMMHN HEHACHIIIEHHBIMUA KUCJIOTAMU
ObUTM 9-OKTanelieHoBas, 11-okTanelieHoBast u 9-rekca-
neneHoBast. KoadduimeHT HeHaChIIIEHHOCTH SKUPHBIX
KUCJIOT, OIpeNe/icHHbIII KaK OTHOILIEHUE Y HCHACHI-
meHHbIX KK /Y HackieHHbIX KK, y mitamma S. pro-
teamaculans 94 obu1 0.83.

CocTraB XUPHBIX KUCJIOT MyTaHTa sprR::Gm cy-
IIECTBEHHO OTIMYAJICS OT COCTaBa XUPHBIX KMCJIOT
poIMTEeNIbCKOTO ITaMMma S. proteamaculans 94 (cMm.,
Hanpumep, Ne 10, 14, 16, 17, 18). MyraLys B 3TOM re-
HEe MOIJIa IPpUBOIUTh KaK K CHIDKEHUIO, TaK U K yBe-
JIMYEHUIO OTHOCUTEIBLHOTO COIepXKaHUs KUPHBIX

Puc. 3. O6pa3oBaHue OMOIUICHOK Ha CTEHKaX CTEKJISTH-
HBIX IPOOUPOK. I — S. proteamaculans 94, 2 — MyTaHTHBII
mramm sprR:Gm, 3 — MyTaHTHBIN 1TaMMm spri:Gm.
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Ta6auna 3. CocTaB XUPHBIX KUCJIOT B IITaMMax . proteamaculans 94 (A) u myrante S. proteamaculans sprR::Gm (B)

ConepkaHue XUPHBIX KUCTIOT, % OT CYMMBI
No R.T. SKupHas Kuciora TTonaneit Bcex XxpomarorpahuiecKnx MMKoB
A B
1 6.983 JonexaHoBast 0.5+0.1 09+0.1
2 9.495 9-TerpaneueHoBast 0 0.4+0.0
3 9.578 11-TerpaneuieHoBast 0 0.6 0.1
4 9.873 TerpanekaHoBas 27103 5.5+0.2
5 10.120 2-I'mapokcu-gonekaHOBast 0 0.7+0.1
6 11.305 INeHTagekaHoBast 0.6 £ 0.1 1.3+0.3
7 12.379 7-T'exkcanmenieHOBast 0.4+0.1 0
8 12.449 9-TekcanmenieHoBast 34+1.2 20.7 £ 0.8
9 12.797 I'ekcanekaHoBast 37.2+ 1.7 36.1 £ 1.6
10 12.839 3-T'uapokcu-tTeTpaneKaHoBast 0.6 £ 0.1 8.8 0.5
11 13.570 H3o-renTagekaHoBast 0.2+0.1 0
12 13.694 AHTen30-renraneKaHoBast 0.3£0.1 0
13 13.764 T'entaneneHoBas 0.2+£0.0 0
14 13.888 LluknonponaH-TrenTageKaHoBast 0.2+0.1 10204
15 14.071 I'enTanekaHoBast 0.8 0.1 1.9+0.2
16 15.144 9-OkrazneneHoBas 332+ 1.3 8.2+0.5
17 15.186 11-OxkranmeueHoBas 4.6 +0.2 04 +£0.1
18 15.427 OkTanekaHoBast 11.0+ 0.3 34+0.2
19 16.170 OkTanekaanueHoBasi, KOHbIOTUPOBaHHAasI 1.3£0.1 0.9t0.2
20 17.556 9-Diiko3eHoBast 1.5+£0.2 0
21 17.597 11-Diiko3eHoBast 09=+0.2 0
22 17.845 Diiko3aHoBas 0.5+0.1 0
KoadduiimeHT HeHAChIIIEHHOCTH XUPHBIX KUCJIOT 0.83 0.45

HpI/IMC‘{aHI/IC. HpI/IBCI[CHBI Cp€OAHUE NJaHHbIC + CTaHOapTHas AeBUalus (SD) M3 aHaJIM3a IBYX HE3aBUCUMO pacTyLIUX KYJIbTYp KaX-

noro BapuaHTta. R.T. — retention time.

kucioT. CoaepkaHue XXUPHBIX KUCIOT MyTaHTa Xa-
paKkTepu30BaJioch 0ojiee HU3KUM Koa(dhUilMeHTOM
HEHACBHIIIIEHHOCTH, CPaBHUTEJIBHO C WCXOTHBIM
mramMoM (0.45). CriekTp XKUPHBIX KMCIOT MyTaHTa
sprR::Gm otimyascs oT crieKTpa UCXOJHOTO IITaMMa
94 nuKoro TUIla pe3Ko YBEeJIMYEHHBIM colepXXaHeM
IIUKJIOTIPOITaH-TeNTaAeKaHOBOM M 3-TMAPOKCU-TET-
panekaHoBoit KucaoT (B 50- u 15 pa3 cOOTBETCTBEH-
Ho). Heckonbko xxupHbIX Kuciot (7, 11—-13, 20—22)
OTCYTCTBOBAJIM Y MYTAHTHOTO IITAMMa, CPAaBHUTEJb-
HO ¢ S. proteamaculans 94. Tpu XXUpHbBIE KUCJIOTHI (2,
3, 5), orcyrcTBOBaBIIME y IITaMMa 94, ObLIM OOHapY-
JKeHBI Y MyTaHTHOTO IIITaMMa B KOJIMYECTBE MEHBIIIE
1%. [lanHble, MpUBeIeHHBIC BRIIIIE, TTIOKA3BIBAIOT, Ta-
KUM 00pa3oM, UTO MHAKTUBALIMs TeHa sprR S. protea-
maculans 94 3HaYUTETBHO BJIMsIIa HA COCTaB XKUPHBIX
KMCJIOT OaKTEepUU.

6. Cpagnenue npomeomHbIX KApm KyAbmyp
S. proteamaculans 94 u mymanmos
sprl::Gm u sprR::Gm

J1st XxapakKTepuCTUKU MTOJIy4EHHBIX MyTaHTOB UC-
IMOJIb30BAJIM METO/I, IIPOTEOMHOI0 aHaJIN3a CUHTE3M-
pYEMBIX UMU OEJIKOB, CPAaBHUTEIBHO C OeIKaMM MC-
XomHoro mraMMma. bonee yem 600 OeIKOBBIX ITSATEH
BBISIBMJIOCH Ha KaxXXIIoM 13 2-J1 Teneii, cpear KOTOPhIX
30 OenKOBBIX ITATEH OTINYAINCH ITO MHTEHCUBHOCTH
OKpalllMBaHUsI, OTPaXKaIOIIEN CYIIECTBEHHbBIE KO-
YyeCTBEHHEIC U3MEHEHMUS B IIpOTeOMax OaKTepuii 1u-
KOTO TUIIa ¥ MyTaHTOB (B 1.5 u 6ozee pas).

B ciydae mytanTa sprl::Gm skcrpeccus 20 6e1KoB
W3MEHSUTIACH IT0 CPABHEHMIO CO IIITAMMOM JUKOTO THTIA:
aKkcrpeccus 11 6e1KoB 3HAYNTETEHO YCUJIMBaIAch, B TO
BpeMsI Kak aKcIpeccust 9 0eKoB cHKanachk. B cirydae
myTtaHTa S. proteamaculans sprR::Gm skcripeccus 14
0ETKOB U3MEHSIIACh IO CPAaBHEHUIO CO IIITAMMOM 1~
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Taommma 4. beakoBeie IIATHa, AEMOHCTPUPYIOIIME CTATUCTUYCCKU JOCTOBEPHBIC OTJINYUA, U UX OTHOCUTCIIbHBIC MHTCH -

CUBHOCTHU
%V %V
Ne Ne
S. prot. 94 sprl::Gm S. prot. 94 sprR::Gm

175 0.15+0.00 0.09 £0.02 64 0.03 +£0.00 0
187 0.37 £ 0.01 0.23 +£0.02 131 0.11 £0.01 0.06 £ 0.00
195 1.00 = 0.11 0.36 £0.17 142 0.41 £0.06 0.18 £0.02
232 0.15+0.01 0.08 +0.00 187 0.37 £0.01 0.15 £ 0.05
304 0.06 £ 0.00 0 190 0.31 £0.00 0.06 + 0.01
477 0.59 £+ 0.07 1.05 £ 0.07 195 1.00 £ 0.11 0.09 £+ 0.02
487 0.14 £ 0.01 0.24 £ 0.02 237 0.08 = 0.01 0
495 0.46 = 0.08 0.69 +£0.02 376 0.06 £0.00 0
524 0.14 £ 0.00 0.22 £ 0.01 391 0.04 £0.01 0
540 0.31 £+ 0.08 0.69 £+ 0.06 406 0.20 £ 0.01 0.09 £+ 0.01
546 0.07 £ 0.01 0.17 £ 0.01 408 0.14 £ 0.03 0
560 0.11 £0.03 0 447 0.03 £ 0.01 0.94 + 0.16
595 0.15+0.01 0.43 +0.01 596 0 1.77 £ 0.41
596 0 1.97 £ 0.11 635 0.04 £0.01 0
610 0.11 £0.00 0.23 £ 0.02
617 0.26 + 0.01 0.54 £+ 0.04
619 0.30 £ 0.05 1.16 £ 0.27
621 0.31 £0.02 0.08 +£0.02
631 0.14 £ 0.03 0
642 0.61 £0.07 0.05 +£0.07

IMpumeuyanue. PactBopumble 6eKu U3 KIIETOK S. proteamaculans 94 n nByx mytaHToB (sprl::Gm u sprR::Gm) 6bUIH TpoaHAIM3MPOBa-
HbI TTyTEM pa3iesieHus] Ha ABYMEPHBIX ressix (2-11 resisix); B mepBOM HaIlpaBJIeHUM — MO CyMMapHOMY 3apsiiy OeJIKOB B Auaria3oHe
pl 4—7, Bo BTopoM HampaBJIECHUM — I10 OTHOCHUTEJIBbHOM MOJIEKYJISIpHOI Macce B paiioHe 75—10 kJa. Kaxnplil mTaMM IIpecTaBlIeH
TpeMsI He3aBUCUMBIMM OHMOJIOTMYECKUMHU TTOBTOPHOCTSIMU. Bcero ObLIO TTpoaHaIM3upOBaHO OeBTh rejieil (1o Tpu ISl KaKIoro 00-
pasua). [TonyXupHbIM HIPUMTOM BBIACICHBI OEJIKM, KOTOPBIC YIaJ0Ch NICHTU(MULIMPOBaTh. 3HaueHNe () COOTBETCTBYET OTCYTCTBUIO

II4ATHA B JAaHHBIX KOOpAMHATaX Ha I'eJic.

KOTO TUTIA: 9KCIIPECCUsl ABYX 6EJIKOB 3aMETHO YCHIIH -
BaJIach, a KCIIpeccus 12 6enKoB cHypKanach (Tadir. 4).

BrIsiBiieHHBIE 10 pa3HULIe B MTHTEHCUBHOCTU OeJ-
KOBBIE TIITHA OBLTH TIPOAaHAIN3UPOBAHBI IIPU TTOMO-
mu MALDI-TOF wmacc-cnektpoMmerpun. B mrtore
yIAJIOCh YCIEITHO UASHTU(UIIMPOBATh BOCEMb OSIKOB
(Tabi. 5). B oboux MyraHTax HaOJIONAJICS TTOBBIIICH-
HBI YPOBEHB DKCITPECCUM OCJIKOB, CBI3aHHBIX C YCTOM-
YHMBOCTBIO IITAMMOB K aHTUOWOTHMKaM. Hamuve amu-
Hornuko3ua-(3)-N-auetunrpancdepassl (596) B My-
TAHTHBIX IIITAMMaX, KOTOpask OTCYTCTBYET B IIITaMMe
JMUKOTO TUIIA, OTIpeaesIsieT UX YCTOMUMBOCTD K TeHTa-
MULIMHY. AMuHOIMKo3un-(3)-N-ametunarpaHcde-
paza koaupyetcs reHoM accC I, KOTOpBIif HeceT TeH-
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TaMULIMHOBag KacceTa n3 p34S-Gm [21], ncnoiib3o-
BaHHasl MpU MOJYYEHUU MYTAHTOB. Y MyTaHTa
sprR::Gm Obl1a 3HAYUTEILHO MOBBIIIEHA SKCIIPECCUs
B-nakramassl (447). B o6oux MyTraHTax HabOJioIa-
JIOCh 3HAUYUTEJIbHOE CHIMXKeHMe aKcnpeccuun OMH-
penykTassl (195). ¥V myranTa sprl::Gm HabI101210Ch
YCWJIEHUE DKCIPECCUM OeKOB, YYacTBYIOIIUX B 3a-
IIUTE KIIETOK OT cTpeccoB (619, 617, 540). Y myTaHT-
Horo mrtamMma sprR::Gm MOpoucXOAWuJIO CHUXXKEHUE
YPOBHSI 3KcCIpeccur CyKUMHWI-COA-CUHTETA3bI.
Takum o6pa3zomM, MyTallMu B reHax, MPOAYyKThl KOTO-
PBIX OBUTH BOBJICYEHBI B QS-peryaannio, MpUBOINIA
K U3MEHEHMIO DKCIIpecCUr OEIKOB, CYIIeCTBEHHBIX
1T MeTaboIM3Ma KJIIeTOK S. proteamaculans.
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Tab6mauua 5. benku, uneHrudupoBaHHseie B S. proteamaculans 94

Ne Haspanue 6enka Tp eﬂhr;[?gi;eMbIe ;;Zﬁg; 1;63;361
[uxa TpruKapOOHOBBIX KMCIIOT
406 CykuuHmi-CoA-cuHTeTasa (o-cyobeJuHULIA) 29.8/5.9 157369513
190 Cykumnmi-CoA-cuHTeTasa (B-cyobennHuIIA) 41.3/5.3 157369512
OKUCIUTEITFHO-BOCCTAHOBUTEIHHBIC PeaKIIuU

195 ‘ ®MH-penykrasa ‘ 26.2/5.0 ’ 157368508
benku ob1iero oTBeTa Ha cTpece

540 ‘ BeJloK Tem1oBoro woka GrpE ‘ 21.4/4.9 ‘ 157371919

3ammra OT OKUCIUTEIBHOTO CTpecca

619 TuopenokcuH 2 15.6/4.9 157371981

617 TuopenokcuH-3aBrUCHMAas THOIIIEPOKCHIA3A 17.3/5.0 157371748
YcToiiunMBOCTh K aHTUOMOTUKAM

596 AmuHornukosua-(3)-N-aueruntpaHcdepasa 19.4/5.8 239721

447 B-JlakTamasa 31.7/5.7 46129905

OBCYXIEHUHNE

DdeHoMeH QS-perynsiuyy BeI3BIBAET B HACTOSIIIIEE
BpeMsi OOJIBIIION MHTEpeC MccienoBaTesieii, padbora-
IOIMX B pa3IMYHbIX PYHIAMEHTAIbLHBIX U IIPUKJIAI-
HBIX 00J1aCTSIX OMOJOTUM, MEAMILIMHBI 1 OMOTEXHOJIO-
run. IlokazaHO, YTO 3TOT TUII PETYISLIMU IIHMPOKO
pacnpocTpaHeH y 0aKTepuii pa3IMYHBIX TAKCOHOMMU -
YeCKMX TPYIII.

Hacrosmag pabora mocBsiiieHa u3ydeHUo QS
CHCTEM IrpaMOTpULIATEbHBIX OaKTepuil Serratia pro-
teamaculans. Hac naTEepecoBasio usydeHue poau QS
CHCTEM B PETYJISIIIUU psiaa MeTabOoJIMYEeCKMUX ITPOLIeC-
COB, CYIIECTBEHHBIX IUISI XKU3HEAESITEIBHOCTU 3THUX
OakTepuii. bakTepun 3TOorO0 BHUIA XapaKTepU3YIOTCS
MPUCITIOCOOJICHHOCThIO K OOWUTAHUIO B Pa3IUIHBIX
SKOJIOTUYECKHUX HUIIIAX — OHM MCIIOIB3YIOT pa3ind-
HbIe CyOCTpaThl JIs TIMTAHUS, SKUBYT B IOYBE, B PU-
3ocdepe pacTeHUi, yJacTBYIOT B ITOpYe CEJIBCKOXO-
3CTBEHHBIX TIponyKToB [11, 13, 29]. QS cuctemsbl y
OaxkTepuii S. profeamaculans U3y4eHbl Majio, 1O Ha-
mux padot [14, 15] nmMemach TOJNBKO OJIHA CTAThs C
JIOCTAaTOYHO WM3yYeHHOM cucTteMoil QS-peryasimm
S. proteamaculans [11]. B xauecTBe MOAEIBHOTO O0B-
eKTa HaMM ObLI BBIOpaH mtamm S. proteamaculans 94,
BBIICJICHHBIM M3 Msica, MCIOPTUBIIETOCS B XOJIO-
IWIBbHOM Kamepe MsicokoMbuHata. IlItamMMm croco-
OGeH r'UIpoJIN30BaTh KOJIJIAreH MpU HU3KOM TeMIepa-
Type U SIBJISIETCS MPOIYLIEHTOM HeCKOIBKMX BHEKJIE-
TOYHBIX TTIpoTenHa3 [ 13].

B nHactosiiieit pabote Mbl ToKa3ajiu, 4TO CUHTE3
ATJl y S. proteamaculans 94 He 3aBUCUT OT OejiKa
SprR. Opranuzatius reHoB Sprl/SprR cuctemMbl ObL1a
KOHBepreHTHoii [14]. PaHee ObLIO IMOKAa3aHO, YTO Y
OakTepHnii ¢ KOHBEpPreHTHOI opranm3anmeii QS re-
HOB 9KCIpeccus reHa CUHTas3hbl /ux] -tuna, Kak npa-
BIJIO, He 3aBUCHUT oT R-6enka [8§—10, 12]. DTo oTiu-
yaeTcst OT OCHOBHOM KOHLEeTIIMU QS-peryasauuu, rue
HeoOxonuma aktuBauugd AVl 6enka LuxR mig ske-
npeccun TeHa cuHTas3bel Al (B ciydae Kimaccmyeckoit
QS cucremnr Vibrio fischeri). AHanmu3 HyKJICOTUIHOM
TOCJIEIOBATEIbHOCTA TTPOMOTOPHOM 00JIacTU Tepen
reHoM sprl He BBISIBUJI PETYJIITOPHOIO 3JIeMEHTa TUIIa
lux-060Kkc [14], c koTOopbIM B cucteMe V. fischeri cCBSI3bIBa-
ercst Komruieke 6einka LuxR ¢ AIJI, ato mpuBoauT K
JajdbHEHNINeH aKTUBAILIMKU TPAHCKPUTIINHU [ux-0IIepo-
Ha. Takum 00pa3oMm, TIpUBEICHHBIC BBIIIIE JaHHBIE TTO-
Ka3bIBAIOT, 4YTO ayTOMHAYKIIMUs cuHTe3a Al'JI, HaGmona-
eMas y V. fischeri, He xapakTepHa ISl UCCJIEMyeMOTO
mrtamma S. proteamaculans 94. Kak Mbl nokasaid B
IpenplIyieii padore, B IIPOMOTOPHOM palioHe IeHa
SprR IpuCyTCTBYeT roMoJIoT [ux-00oKca, spr-00KC, KO-
TOpPBIN NiepeKpbiBaeTcs ¢ —10 caliToM B 3TOM MPOMO-
tope. [loatomy cBsi3piBaHue Oeaka SprR ¢ spr-0ok-
COM MOXET UHTMOUPOBaTh TPAHCKPUIMILIUIO sprR re-
Ha, menras cBg3piBannio PHK-nonmumepassr. Takas
3aKOHOMEPHOCTb OblJla MoKa3aHa sl Peryasiiuu
TPaHCKPUILIMU HEKOTOPBIX OeKOB R-Tunay Serratia
u Pantoea [14]. IlonydeHHBbIE TaHHBIE ITOKA3bIBAIOT
cxoacTtBOo peryiasatopHoit Sprl/SprR QS cucremsr
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S. proteamaculans 94 ¢ QS cuctemamu Ipyrux 0axkrTe-
puit cemeiicTBa Enterobacteriaceae.

B HacTosiieii padbote Obl1a u3ydeHa posib QS cucteM
B PEryJISILMU KJIETOYHBIX MPOLIECCOB, OTHOCSIIIMXCS K
pa3IMYHBIM CTOPOHAM MeTaboiau3Ma S. proteamaculans
94. DHTEepobaKkTepuU poaa Serratia SIBASIIOTCS IPOIY-
IIEHTaMU OOJIbIIIOTO KOJUYECTBA BHEKJIETOUHBIX
¢dhepMEeHTOB, UCTIOJIB3YSI UX IJIsI yTUJIM3ALUU BHICOKO-
MOJIEKYJIIPHBIX COCIMHEHUI OKPYXalolleh cpeabl U
B KauyecTBe (paKTOpOB BUPYJEHTHOCTY MPY UHBA3UU U
KOJIOHU3ALIMU IPYTMX OpraHu3MoB. MBI rcciienoBain
BJIMsIHUE MyTauuii B reHax QS cucrtemsl S. protea-
maculans 94 Ha cUHTe3 MpoTeas, JUIla3, XUTUHA3 U
reMojiu3uHa. B npenpinyiieit padote ObLIO MoOKa3a-
HO, YTO MHAKTUBALIUSI TeHa sprl TIpuBOaMIA K CHUXKE-
HUIO 3K30MPOTEa3HOM, XMTUHOJUTUYECKON aKTUB-
HOCTEM 1 HE BbI3bIBaJla UBMEHEHMUS JIUMTA3HOM U re-
MOJIMTUYECKOUN akTUBHOCTEH [14]. MyTtauus B reHe
sprR He oKa3bIBaja 3aMETHOTO BIMSHUS Ha U3YYEH-
Hble (hbepMEeHTaTUBHbIE aKTUBHOCTH.

IpencraBisiyio MHTEpec McCClenoBaTh BIUSTHUE
myTaumii B QS reHax sprl v sprR Ha peryJisiimio o0pa3o-
BaHMsI OMOIUICHOK Y 5. proteamaculans 94 — tiponecc,
KOTOpBIA Y MHOTUX OaKTepuil 3aBUCUT OT QS-peryJs-
muu [12, 27, 28]. BeL1o 1ToKa3aHO, YTO MyTallisl B TeHE
sprR He oka3biBajia BIMSIHYSI HA YPOBEHb O0Opa30BaHUsI
OuoIruieHOK. B MyraHTHOM 1o reHy sprl mraMmme oopa-
30BaHUe OUOIUIEHOK CHIXKAJIOCH BIBOE TTO CPABHEHUIO
C YPOBHEM OMOILJIEHOK B MCXOIHOM IuTamme. Ilpu
3TOM JI00aBJIE€HUE HSK30reHHoro 3-okco-C6-AlJl
(momunupytommii Tunt AILJL y S. proteamaculans 94)
BOCCTaHaBJIMBaJ0 CHOCOOHOCTh K (hOpMUPOBAHUIO
OUOTIJIEHKU TTPaKTUYECKHU A0 YPOBHS LITaMMa TUKO-
ro turna. [TosydeHHbIE pe3yIbTaThl MTOKA3bIBAIOT, UTO
oOpa3oBaHUe OUOIUIEHOK Y .S. proteamaculans 94 pe-
TYJIMpyeTcss TMO3UTHUBHO 3-okco-Co6-I'JI-3aBucuMoin
QS cucremoii. DTH TaHHBIE COIIACYIOTCSI C Pe3yJIbTa-
TaMM aHAJIOTUYHBIX UccaenoBaHuii S. liquefaciens n
S. marcescens |28, 30]. Ilo maHHBIM 3THUX aBTOPOB, Y
AT'JI-geUIUTHBIX MYTAaHTOB CIIOCOOHOCTH (hOPMU-
poBaTh OWOIJIEHKM CHUXXaJlaCh MO CPaBHEHUIO CO
IITAMMOM AWKOTO THMA.

HMHTepecHo, UTO y Apyroro MccieIoBaHHOTO Ha-
mu Buna Serratia — S. plymuthica (tutamm HRO-C48)
WHaKTUBalMs reHa cuHTa3bl AI'JI sp/l BbI3bIBas1a yBe-
JIMYeHNEe YPOBHS 00pa3oBaHHBIX OMOIUICHOK B 2—2.5
pasa, a BBeJleHHE B KJIETKU 3TOr0 MYTaHTA TJIa3MUIBI
C KJIOHMPOBaHHBIMU reHamu spll/splR cauxano ¢op-
MUpOBaHNEe OMOIUICHOK 0 HOPMAaJbHOTO YPOBHS. B
3TOM ciaydae (popMHpoOBaHHE OHOIUICHOK V
S. plymuthica perynupoBanoch HeratuBHO SplIR QS
CUCTEMOIi. Y Ipyroro iitaMma 3TOro BUna, S. plym-
uthica 1C1270, QS cucrema SplIR Takke okaswIBaia
HEeraTuBHOE BJIMSIHME Ha OOpa3oBaHME OMOILIEHOK.
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Bsenenue B xietku S. plymuthica 1C1270 pexoMmOu-
HAHTHO TTa3MUIBI, HeCyIlleil KIOHUPOBAaHHbIE Te-
HEI spll/splR 3 S. plymuthica HRO-C48, npuBonuio
K CHIZKEHUIO BIBOe (DOPMHUPOBAHUS OMOTIIIeHOK [31].
DT JaHHBIE TTOKA3BIBAIOT, YTO QS-perysaums ¢op-
MUPOBaHUS OMOIIJICHOK Y poaa Serratia MOXET OBITh
BUIOCHELIM(UIHOIA.

VYcnemHoe opMupoBaHUE OMOIIIEHOK CBSI3aHO
CO CITOCOOHOCTBIO OaKTepUit K aare3nu. Mul ITokaza-
JI, YTO MyTalusd B I'€HEC sprl npmuBoanja K MUBSMEHE-
HUIO XapaKTepa pocTa KJIeToK S. proteamaculans 94 B
XKUIKOM cpelie U pe3KO CHIKala CITOCOOHOCTh KJle-
TOK aICOpOMPOBAThHCSl Ha TIOBEPXHOCTHU CTEKJIa. DTO
MOTIJIO OBITh BBI3BAHO U3MEHEHMEM CTPYKTYPHI KJIe-
TOYHBIX CTEHOK OakTepuil. B ¢BsI3u ¢ 3TUM MBI UC-
CJIEAOBAJIN COCTaB 2KMPHBIX KMCJIOT, MHOTUEC 13 KOTO-
PBIX BXOOAT B COCTaB KJICTOYHBIX MCM6paH OakTe-
puii, y S. proteamaculans 94 1 MyTaHTHBIX IIITAMMOB
[[14] 1 HacTOs1Ias paboTa].

CpaBHUTENbHBIN aHAJIU3 MOKa3ajl 3HaYUTeIbHbIE
U3MEHEHUsI cocTaBa XXUPHBIX KMUCIOT MYTaHTHBIX
IITAMMOB T10 CPaBHEHUIO CO IITAMMOM JAUKOTO THUIIA:
coliep>KaHUe HEKOTOPbIX KMPHBIX KUCIOT U3MEHSI-
JIoch 6oJiee yeM Ha TTOPSIAOK, CYIIIeCTBEHHO U3MEHM -
JIOCh COOTHOILIEHUE HACBHIIIIEHHBIX U HEHACHIILIEHHBIX
KUpHbIX Kucior. Ilo cpaBHEHUIO CO IITaMMOM
S. proteamaculans 94 nuKoro Tura >XUPHOKUCIOT-
HEII1 COCTaB MyTaHTOB C HOKAyTOM TeHOB sprl [14] u
sprR xapaKTepr30BaJiCsl MEHbIIIE HEHACHIIIIEHHOCTHIO,
YTO CBUIETEILCTBYET O OoJiee TIOoTHOI yrakoBke JITIC
Ha KJIETOYHOI MoBepxHOoCcTU. BO3MOXHO, 3TO OIUH U3
MEXaHU3MOB ananTaluu KJIEeTOK K HeOJarompusiT-
HBIM YCJIOBUSIM OKpY>Kalollleid Cpebl, MO3BOJISIIOIIU I
MOBBICUTh TOJIEPAHTHOCTb MeMOpaH K CTPECCOBBIM
¢axkropaM. M3BECTHO, YTO COOTHOIIIEHUE HACHIIIIEH-
HBIX U HEHACBIIIEHHBIX XUPHBIX KUCJIOT B COCTaBe
JITIC Bamsger Ha ¢uU3MYECKUE CBOMCTBA MeMOpaH
bakTtepuii [32, 33]. da3oBoe COCTOSIHUE XKUIKOKPU-
CTATAYECKOM CTPYKTYPhI IUITUAHOTO CJI0SI MEMOpaHBbI,
CTerneHb ee TeKy4ecTM, B CBOIO odepelb, OKa3bIBaloT
BeCbMa CYIIECTBEHHOE BJIMSIHWE Ha BI3KO-3J1aCTUYE-
CKH€ CBOMCTBa KJIETOK, MX CIOCOOHOCTH K necopma-
1IUM, Ha aKTUBHOCTb MEMOpaHHO-CBSI3aHHBIX (ep-
MEHTOB, Ha IMMPOHUILIAEMOCTb MeMOpaH.

YT10oOBI MOJYYUTH OOIIYIO OIIEHKY KOJMYEeCTBa
0eNTKOB, CUHTE3 KOTOPBIX 3aBHCEII OT QS-perysiiimu,
OB TIPOBENEH CPAaBHUTEIBHBLIM MPOTCOMHBIN aHa-
JIN3 KJIETOK MCXOMHOTO IIITaMMa U MyTaHTOB. Ilomy-
YeHHBIE PE3YIbTaThl IEMOHCTPUPYIOT, UTO DKCIpPEC-
cus 6onee 30 OENKOB HAXOAMTCS IOHA BIUSHUEM
SprIR QS-cucrembl. Paxee ObLIO MMOKa3aHO, YTO DKC-
npeccust Kak MUHUMYM 39 GenkoB y S. profeamaculans
B5a naxonunack rmoa KoHTposieM 3-okco-C6-TJI-3aBu-
cumoii QS cucremsnr [11]. Takum oOpasom, Ham
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JaHHBIE COTJIACYIOTCS C pe3yJibTaTaM1 aHAJIOTUYHBIX
HUCCIIeAOBAaHUM IPYTUX aBTOPOB.

B pamkax HacTosi1ei padoThI BITEpBEIE OBLJIA ITPO-
BeleHa MIeHTU(PUKAIMS HEKOTOPHIX OEIKOB, 15T KOTO-
PBIX HAOMIOOAIMCHh OTIMYMS B YPOBHE SKCIIPECCHU B
IITAaMME JUKOIO TUIIAa M MyTaHTaX. B obomx myraHTax
O0HAapyKeHbl U3MEHECHHSI B CHHTE3€ CYIIIECTBEHHO BaK-
HBIX I MeTabom3ma 0akTepuit 6esikoB. Harmpmmep,
MBI TT0KA3aJI1 3HAYNTEIbHOE CHIDKEHME SKCIIPECCUN
DOMH-penykTasbl, SIBISIONICICS OTHUM M3 KOMITO-
HEHTOB JbIXaTeJIbHOI Henu OaKTepuii, y 000uxX My-
TaHTOB — IToYTH B 3 pa3a mrsa sprl::Gm myTaHTa 1 60-
nee yeM B 10 pa3 misg myrtaHTa sprR::Gm. Y myTtaHT-
Horo iuramma sprl::Gm HaOJrogaiach yCcWIeHHAas
aKcHnpeccus 0eIKOB, Y4aCTBYIOIIMX B 3aIIUTE KJIIETOK
OT CTPECCOB. TUOPEHOKCHHA 2, TUOPEIOKCUH-3aB1-
CHUMOM THMOJIEPOKCHUAA3bl, OejIKa TEIIOBOIO IIIOKAa
GrpE.

V MmytanTHOTrO mramma sprR::Gm oTME4eHO CHU-
JKEHUE YPOBHS 3KCIIPECCUU ABYX CyObEeIMHULL OeIKa
cyKumHMI-CoA-cHUHTETa3kl: 0ojiee 4eM B 2 pa3a s
O-CYOBeIUHULIBIL M B 5 pa3 mist B-CyObeaInHUIIbL.
Cykumania-CoA-cuHTeTa3a — OOWH M3 KITIOYEBBIX
¢depMEHTOB LIMKJIA JUMOHHOM KUCIOTHI, KaTaJlu3u-
pyIOLLMiT peakLInIo 00pa3oBaHKUsI CBOOOIHOIO CYKIIMHA-
Ta. I1pm 3T0i1 peakimm ImponcxoanT oopa3oBaHUe bora-
toro sHeprueit AT® (I'Td) 3a cuer AIIDP 1 MuHEpab-
Horo ¢ocdarta ¢ MCIOIB30BaHNEM CYKIMHMI-COA.
M3MmeHeHus1, BbI3BaHHBIE MyTalIMEel B TeHe sprR, MOTIIN
npuBectH K gepuunty AT®D u o0111ero ypoBHS SHEP-
T'U B KJIETKE.

Kpome Toro, 01710 OOHapyKEHO, YTO Y MyTaHTa
sprR::Gm 3HAYNTEIbHO YCUJIMBANIACh 3KCIIPECCHUS
[B-nakTamasbl — Gostee yeM B 30 pa3 1Mo CpaBHEHUIO C e
SKCIIPECCUe B UCXOTHOM IITaMMe. DTH (hepMEHTHI OT-
BEYAlOT 32 YCTOMYMBOCTh OAKTePHIA K B-JTaKTAMHBIM aH-
THOMOTHKAM, BKITIoYas KapobarneHeMbl. CHHTE3 Kapba-
TIeHEMOB OOHapy:KeH y 0akTepuit pona Serratia [12]. Xo-
TS MbI HE MMeEeM JAaHHBLIX O CUHTe3e KapOareHema y
S. proteamaculans 94, MOXHO IIPEOIIONIOXUTH, YTO
STOT aHTUOMOTUK TaKKe MPOAYLIMPYETCS IITAMMOM
94. B 3TOM ciydae pernpeccust CUuHTe3a [3-1lakraMasbl
B LITAMME OTUKOTO THUIIA MOoJe3Ha IJIsT OaKTepUu, TaK
Kak [-lakramasa pasjiaraet KapOareHeM, KOTOPbIi
MOXET UTPaTh CYIIECTBEHHYIO POJIb B KOHKYPEHIIUN
C IPYrUMU GAKTEePUSIMU.

IMonyyeHHBIe HAMU JaHHBIE MPOTEOMHOrO aHa-
JI3a MOKa3bIBAIOT, YTO MACHTU(UIIMPOBAaHHBIE OCII-
KU, DKCIIPECCHUST KOTOPBIX UBMEHSIETCSI B pe3yJibTaTe
MyTaluii QS-reHOoB, SIBJISIOTCS KOMIIOHEHTaMU BaK-
HBIX KJICTOYHBIX TTPOLICCCOB.

Pabora yactuuyHo dmMHaHCHMpOBaAJIach TpaHTAMU
PO®U Ne 18-04-00375, 19-04-00756 m TpaHTOM

MwnnaobpHaykn Poccnm, rocynapcTBeHHOE 3agaHue
ApI'Y, pabora Ne 0856-2020-0008.

Hacrosimas cratbsa He COOCPKUT KaK1X-JI100 uc-
CJICOOBAHUI C UCITIOJIb30BAHUEM B KaUe€CTBE o0BeKTa
2KMBOTHBIX.

Hacrosimas cratesa He COOCPKUT KaK1X-JI100 ucC-
CJI€OOBaHUM C yY4aCTUECM B Ka4€CTBEC 00BeKTa JIIONEH.
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Features of the SprIR Quorum Sensing System of Serratia proteamaculans 94
and Its Participation in the Regulation of Cellular Processes

Yu. V. Zaitseva®?, V. A. Lipasova“, O. A. Koksharova*<, V. A. Plyuta®,

I. V. Demidyuk’, L. S. Chernin’, and I. A. Khmel* *
4 [nstitute of Molecular Genetics of National Research
Center “Kurchatov Institute”, Moscow, 123182 Russia

bDemidov Yaroslavl State University, Yaroslavi, 150003 Russia

¢Belozersky Institute of Physical-Chemical Biology, Lomonosov Moscow State University, Moscow, 119992 Russia
4Department of Plant Pathology and Microbiology, the Hebrew University of Jerusalem, Rehovot, 76100 Israel
*e-mail: khmel@img.ras.ru

The quorum sensing (QS) regulatory system of the psychrotrophic strain Serratic proteamaculans 94 was in-
vestigated. A mutant was constructed with inactivated gene sprR encoding the regulatory receptor protein
SprR. Inactivation of this gene was shown to affect the composition of fatty acids synthesized by . protea-
maculans 94, and did not affect the N-acyl-L-homoserine-lactones (AHL) synthesis, the activities of extra-
cellular proteases, chitinases. hemolysins, swimming motility of cells and suppression of mycelium growth of
fungal plant pathogens by volatile compounds emitted by this strain. Inactivation of the spr/ gene (but not the
sprR gene) reduced the biofilm formation which increased when exogenous AHL was added to the culture.
The comparative proteomic analysis of cells of the parent strain and mutant strains with inactivated spr/ and
sprR genes showed that the expression of 30 proteins in S. proteamaculans 94 is affected by SprIR quorum
sensing system.

Keywords: quorum sensing, Serratia proteamaculans, biofilms, enzymes, fatty acids, proteomic analysis.
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Ha ocHose renetnueckoro aHanu3za F, no F; kom6uHauuu M 13 X r “e’’+0 npoBeneHa oLeHKa 4acToT pe-
KOMOWHAIIMKU MEXIy TeHETUIeCKUMU hakTopamu XpomocoMbl 6 (=6H) y stamensi. MccrienoBanue BKITIO-
JaJjio cliemylollne TeHbl: r“e” (rmankue octu “e’’), sex I (IIyIUIbIiA 3HOOCTIEpM, KCeHU 1), o (opaHkeBast
OKpackKa 1IBETKOBOI1 Uellyn), gs 4 (0TCyTCTBHE BOCKOBOTO HajieTa Ha Kojoce 4), Amy 1—7 (o-amunasa 1, tun 7).
Jlokyc Amy 1 npeHTUDUIIMPOBAIN MyTeM pas3feiieHNs anbga-aMuiIasbl ¢ IIOMOIIBIO 3JIeKTpodope3a mpu
pH 8.3. Ha ocHOBe MSITUTOYEUHOTO TeCTa YCTAHOBJIEH CJIEAYIOIINI TOPSIIOK PACIIONOXKEHUSI U3YUEHHBIX
JIOKYCOB B XpoMocoMe 6 (=6H): 6S—r“e” (=raw 5) — gs 4 (=gsh 4) — o (=rob 1) — cen— Sex 1 —Amy 1 — 6L.
OlieHKa CUETUIeHUSI U aHAJIU3 JAaHHBIX TUTEPATyPhl CBUAETENLCTBYIOT, UTO CPEIU YKa3aHHbIX T€HOB JIOKY-
chbl Sex 1 Amy 1 HaxoOsATCS B ITMHHOM TIJIeYe XpOMOCOMBI 6, OCTalIbHbIe TeHeTUYeCKIE (haKTOPBI aCCOLIM -
HUPOBaHbI C KOPOTKUM TJIEUOM 3TOM XpOMOCOMBI. LIeHTpoMepa HaXOnUTCsl MeXKIy reHeTUYeCKUMU (hakTo-
pamu Sex 1 v o (=rob I). B 11e1oM npencraBlieHHbIE TaHHBIE CBUAETEILCTBYIOT O HEOOXOIMMOCTH KOPPEK-
TUPOBKM T'€HETUYECKOI KapThl CLEILIEHUS] XpOMOCOMBI 6 (= 6H) stameHsT.

Kntoueswie crosa: sameHb, peKOMOMHAIIYS, TEHBI, KapTa CUEIUIeHUs, NU30(DepMeHTHI albda-amMuiiasza, Xpo-

Mocoma 6 (= 6H).
DOI: 10.31857/S0016675821020077

Anbda-amunaza (K.@. 3.2.1.1) 3epHOBBIX 00OHapy-
>KMBaeTCs B poOpacTamolrMX ceMeHax ssumeHs [1—3].
Crenyer OTMETUTb, UTO 3pejible M TpopacTaloniue
3epHa 00JIalaloT TakxKe OeTa-aMUIa3HOW aKTMBHO-
cthio (K.D. 3.2.1.2). EcTb HECKOJIBLKO (PU3UKO-XUMMU -
YECKMX CIOCOBGOB, MO3BOJISIONINX OTIUYUTH O~ U [3-
amuiiasbl. Tak, B MPUCYTCTBUU MOUYEBUHbBI TPOUCXO-
IUT WHAKTUBAUMsI [-aMuaas3bl MPU COXPaHEHUU
Ol-aMUJIa3HOM aKTUBHOCTH [3], UTO TMO3BOJISIET TIPOBE-
CTU TeHETUUYECKHI aHAIN3 N30(DepMEHTHOTO COCTaBa -
amuiiasbl. J11s BbISIBIEHUS] BAPUAHTOB ayib(ha-aMuiiasbl
STIMEHSI UCTTOJIB3YETCSl M303J1eKTpooKycpoBaHue [4]
WIM 0OBIYHBIH 271ekTpodope3 ripu pH 8.3 [5]. U30dep-
MEHTHl ajibda-aMuaa3 y SSYMEeHSI KOHTPOJUPYIOTCS
nByMst Tokycamu Amy I u Amy 2. Ha ocHoBe aHanu3a
MIIEHUYHO-IYMEHHBIX JOIMOJHEHHBIX JUHUI ycTa-
HOBJICHO, YTO JIOKYC Amy I HaXoOuTCcs B XpoMocome 6
(=6H), a dpaxkrop Amy 2 B xpomocome — 1 (=7H) stu-
MeHd [4]. AHann3 cUenjeHusT ¢ MapKepHBIMHI TeHa-
Mu xpoMocomkbl 1 (=7H) moka3zan, uro nokyc Amy 2
pACIIOJIOKEH B ITMHHOM TIJIeuye XpOMOCOMBI 1 Ha pac-
crogunu 1991 + 3.55% pekoMOMHALIMM OT TeHA A
(=nudl), oOyCIOBINBAIONIIETO T'OJIO3EPHOCTb 3€pHAa
[6]. TTo marHbIM G. Nielsen u O. Frydenberg [7]
Amy 1 opeHTUPOBaH B JJIMHHOM ILIEY€ XPOMOCOMBI
6 B clIeayIoIeM TMOpSAKEe, OTHOCUTEIHLHO ABYX M3-

BECTHBIX T€HOB: 0 — X, — Amy 1. B cBogHOI1 KapTte
CLICTICHUSI XPOMOCOMBI 6 JIOKyC Amy 1 HaxXomuTCs B
JUTMHHOM ILIeYe XPOMOCOMBI 6 TUCTaIbHO IO OTHO-
IIEHWIO K TeHy X, [8, 9].

Haim gaHHBIE TTOKa3aiu HEKOPPEKTHOCTh pac-
MOJIOXKEHUS JOKyca Amy 1 M U3BECTHBIX T€HOB Ha
CBOJIHOI KapTe CLEIJIeHUSI XpOMOCOMEI 6. B cBs13u ¢
STUM TIPUBOJAUM MOJYYEHHBIE HAMU Pe3yJIbTaThl 110
KOPPEKTUPOBKE MeCTa IOJOXKEHUS Psiia U3BECTHBIX
TF€HOB, KOHTPOJMPYIOIINX MOPdOIOTUYECKUE MPU-
3HaKW pacTEeHUM STUMEHSI U JIoOKyca Amy I, Ha KapTe
CLETUIEHUS] XPOMOCOMBI 6.

MATEPUAJIBI U METOJbI

J1s1 KapTUpOBaHUS U JIOKAIU3allii T€HOB, OTBET-
CTBEHHBIX 32 CUHTE3 3TOTo (hepMeHTa, UCCIIeI0BaIN
TMOPUIHYI0O KOMOWHALIMIO OT CKpPEIIUBaHUSI 00pa3-
LIOB STYMEHSI, HECYIIINX MapKepHbIe TeHBI, OXBaThIBa-
IOIIKE XPOMOCOMY 6 M OTJIMYAIOIINECS MO U309H3U-
MaM O-amMujia3. B KoMOMHauumM cKpelBaHus OOUH
ponutens — Risp M13 (=Ris@ 13) — saBasicst HOCU-
TeJaeM clienylolux ajeieii: R“e” (3a3yOpeHHBbIe
octu “e”), sex 1 (=lys 5) (IyTUIbIA 2HIOCIIEPM, KCe-
Hus 1), O (ConomMeHHas1 OKpacKa IIBETKOBOI1 YellIyn),
Gs 4 (Hammuue BOCKOBOro HajeTra Ha Koyoce 4),
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AMY 1

AMY 2

HELIBETAEB

1 2 3 4 5 6 7 § 9 10 11 12 13 14 15 16 17

Puc. 1. 3umMorpaMmbl O.-aMWiIa3 OTAEJBHBIX 3epeH pas3nyHbIX copToB situMeHs: I — DoubletXXXHORDq; 2, 3 — Tpeou
(x-11835); 4, 5 — XapbkoBckuii 74; 6, 7— Yccypuiickuii 8 (k-18334); 8, 9 — Kpyrnuk 21 (k-13031); 10, 11 — HocoBckuii 9; 12,
13 — HocoBckuii 6 (k-19828); 14, 15— HocoBckuii 2 (k-19016); 16, 17 — Onecckuii 36.

< 29.4 >
P 16.2 : 243 >
ree” gs 4 0 Sex 1 Amy 1
6S cen 6L
I 13.0 >| 3.9 | 4.6 | 18.9 >|
| 7.3 >
I 14.0 |
| 23.1 |

Puc. 2. Kapra cuerieHusI IsITU JIOKYCOB XpOMOCOMBI 6 (=6H) stumeHsI.

V (ABypsimHBIiA KoJtoc), Amy 1—6 (o-ammnasa 1 v 6).
Hpyroii pomurtenb r “e” + 0 HeC, COOTBETCTBEHHO, CJIe-
IyIolllie aJbTepHATUBHBIE TeHeThndeckue (hakTophl: 7
“e” (rnankue octu “e”), Sex I (BbIMoJHEHHBII 3HIO0-
criepM), o (opaH:KeBasl OKpacKa IIBETKOBOI YEIIIyH),
gs 4 (oTcyTcTBHE BOCKOBOTO HajleTa Ha Kojoce 4), v
(mecTupsiaAHbIi Kosoc), Amy I—7 (a-amunasza 1 tun
7). Tlo o-amMmunaze 2 poauTesN M HE pas3iuvyaiuch U
Hecau BapuaHT AMY 2—1 (puc. 1). I'ennl r “e”, o,
gs 4, sex 1 pacIIojIoXXKeHBI B XpOMOCOMe 6, a — v Hax0-
IUTCS B XxpoMocoMe 2 [8, 9].

YauThIBas peKOMEHIyeMble I3MEHEHMST B CUMBO-
JIuKe 00O03HAYEeHUsI HUCIOJIb3yeMbiX TeHoB [10], B
CKOOKaxX TIPUBOXY PEKOMEHIyeMble WX CUMBOJIBI.
r “e” (=raw 5) — tinangkue octu 5, o (=rob 1) — opaH-

KeBasi ieMMma 1, sex 1 — IIyTUIblii 3HIOCTepM, KCeHMS 1,
gs 4 (=gsh 4) — rnaaueBsiil 4. Hanbomnee pacmpocTpa-
HEHHbIE CTapble Ha3BaHMS T€HOB MPUBEICHBI B Ta0JI. 1
U Ha puc. 2.

3epHO, MpeaHa3HAYEHHOE IJIsI 3JIEKTPOdOpeTU-
YECKOT'0 aHaIn3a Ol-aMUJIa3bl, TPOPALLMBAIN B TEMHO-
Te npu 20°C B TeyeHue 5—7 cyTok. st sKCTpakiuu
depMeHTa MOPOPOCIIYIO 3€PHOBKY OCBOOOXKIATUA OT
IUICHOK, TIOMEIIAJIM B TOJCTOCTEHHYIO CTEKIISTHHYIO
MPOOUPKY, 3aJTUBaI pacTBOPOM (.2%-HOTro XJIOpUCTO-
ro xamplust ¢ 20%-noit caxaposoit u 0.03%-Horo
opoMdpenonoBoro cuHero. Ilocie namensueHUsT 3H-
JocTiepMa IMajlouKoii U3 CTeKyia MIu HepKaBelollei cTa-
JIA, CYCITEH3UIO HACTauBaJIv |1 4 p¥ KOMHATHOI TeMIIe-
parype. Ilocine neHTpmdyrupoBaHusT HATOCATOUYHYIO
TEHETUKA Ne 2
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Ta6mma 1. Ouenka cuervieHuss Amy [ ¢ reHeTndeckuMu akropamu xpomocomsl 6 (=6H) (manusie F, mo F; M13 X

X T “e” + O)

Annenu ®enorunsl B F, (F, o Fs)
2 PexoMm6uHauusd, %
4 f BB Bb bb AL
a
RSE 9 AA 21 8 1
e 0
—X= Aa 5 36 7 55.52 16.23 + 3.30
re o aa 0 1 0
R” Gs4 AA 24 6 0
—X— Aa 6 36 6 74.28 13.01 £2.90
ree’ g4 la 0 1 0
Ree” AA 6 14 10
— X — Aa 14 29 5 2.59 HezaBucumast
r-e 4 aa 0 1 0
R” Sexl AA 0 10 20
—X Aa 7 39 2 58.39 14.03 £ 3.01
r<e” sexl aa 0 1 0
0 Gs4 AA 26 0 0
=X — Aa 4 41 0 127.40 3.88 +1.57
o g4 aa 0 2 6
AA 6 15 5
=z x 4 Aa 9 27 9 1.02 HeszaBucnmas
o v aa 5 2 1
AA 0 5 21
o Sexl
=X Aa 0 44 1 99.98 4.59 + 1.68
o sexl aa 7 1 0
Gs4 Sexl AA 0 9 21
—X Aa 1 41 1 90.10 7.33 £2.13
gs4d  sexl aa 6 0 0
Gs4 AA 7 16 7
— X Aa 9 26 8 1.68 HesaBucumas
g4 v aa 4 2 0
AA 4 12 4
v Sexl
=X Aa 2 29 13 2.77 HezaBucumas
v sexl aa 1 9 5
R 66e75 Amy ]_7 AA 15 15
X——— |Aa 44 4 23.81 23.08 £5.31
r<e”  AmylI-6 aa 1 0
AA 13 13
Amy 1-7
0, 2M 777 |aq 39 6 16.17 24.26 + 5.40
o Amyl-6 aa 8 0
Sex1 Amyl-7 |BA 7 0
X——— |Aa 44 6 19.69 18.90 £ 4.89
sex1 Amyl-6 aa 9 13
Gs4 Amyl1-7 AA 17 13
—Xx——  |Aa 37 6 11.79 29.37 +5.98
gs4 Amyl—-6 aa 6 0
AA 14 6
Amy 1-7
14 X amyi=r Aa 35 9 0.11 HeszaBucumas
v Amyl-6 aa 1 4
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6 7 &8 9 10 11 12 I3

Puc. 3. 3umorpamMmel o--amMnias sepHa rubpunos F,M13 X r “e” + 0. M13 numeer 3uMorpaMMy, MogoOHYIO NMpeICTaBIeHHOMN
Ha nopoxke 4 (AMY 1—6), Bropoii poaureb — Kak Ha 1opoxke 3 (AMY 1—7). Crpenkoit oTMedeH u303H3uM AMY 1, 1o Ko-

TOpOMY HabJII0AaI0Ch pa3indye.

KUIKOCTh MCIIOIB30BAIM TSI 95eKTpodopesa. Diek-
TpodopeTdecKoe pa3aejcHue Ol-aMujia3 v BEISIBJICHUE
ero n30(epMEeHTHOIO COCTaBa IMPOBOIWIIN ITO IIPOITMCH
B.I1. Heugetaensa [5]. C 1iesbio MHAKTUBAIIMKU B-aMu-
Jia3bl B I'eJib BBOAUIU 5 M MOYEBUHBI.

JIIsi OLIEHKM CIIETUIEHUS] MCIIOb30BATIM ) >-TECT
[11]. BennumHy peKOMOMHAIUIO OIIPEAEISIA METO-
JIOM MaKCUMaJIbHOTO TpaBaorionoous [12].

PE3VJIBTATBI 1 OBCYXIEHHWE

Turnbsl n3odepMeHTOB aMuiia3, KOHTPOJIUPYEMBIX
Jokycamu Amy I u Amy 2 unmocTtpupyeT puc. 1.
3mech MpUBeACHBI 3UMMOTPaMMBI 3TOTO SH3MMa HEKOTO-
PpbIx copToB stuMeHs1. Kak BumHo, 30Ha n30(hepMeHTOB C
MeJIJIEHHOM MOJIBMXKHOCTBIO KOHTPOJIUPYETCS JIOKYCOM
Amy I, a cuaTe3 0oJee ITOABIDKHBIX SH3MMOB 00YCJIOB-
JIEH JIOKycoM Amy 2. Pe3yJIbTaThbl 110 JJoKan3auuu Amy 2
B xpomocoMe 1 (=7H) nipencrapiieHsl paHee [6].

Ha puc. 3 nmpuBeneHbl 3MuMOTpaMMBI pOTUTENIei 1
notoMcrBa F, komOuHanuu ckpemuBaHus Risg
M13 X r “e” + 0. Kak BugHO, pa3nuuus MexXIy 130-
depmentamu AMY 1—-6 u AMY 1—7, KOHTpoaupye-
Mble JJOKycOM Amy I, 3aTparnuBaioT TOJbKO BEPXHIOIO
qacThb criekTpa. Risg M 13 He nMeeT aKTUBHOCTH B Ca-
Moii BepHeit yacTu 3mMorpaMmmbl. HanmpoTus, y ponm-
TeJst T “e” + 0 B 3TOil YacTH CIieKTpa HabogaeTcs
SH3UMATHUYECKasl aKTUBHOCTD (OTMEUYEHO CTPEIKOI).

Pesynbrarsl pacuierienusi moromctsa F, (TecTu-
poBaHue no F;) komouHaiuu Risg M13 X r“e” +ou

OlleHKa CLCIUICHUST MEXIY TeHaMU, 110 KOTOPBbIM OT-
JIMYaJINCh POOUTENIN, MpeacTaBiaeHbl B Ta0n. 1. Kak

BUIHO, Te€HbI XpomMocoMbl 6 (=6H) oGHapyxwuiu
Mexay coboit cieruienue. C Apyroii CTOPOHBI, JIOKYyC V'
(=Vrsl) nBypsImHBIIA KOJOC, vV (=vrsl) MIeCTUPSTHBII
KoJIoC HaxonsaTcs B xpomocoMme 2 (=2H) u, cooTBeT-
CTBEHHO, TTOKa3aHO He3aBHUCHUMOE HacJedoBaHUE CO
BCEMM TeHaMH XPOMOCOMEI 6.

Ha ocHoBe moydeHHBIX TaHHBIX MOXHO COCTa-
BUTb KapTy CLEIICHUS TSITH N3YYeHHBIX TEHOB XPO-
MocoMBI 6 (puc. 2). Cienyet OTMETUTD, YTO MTOPSIAO0K
PACIIOJIOKEHUSI NCCIIeAyeMbIX TEHOB HE COBITAIAcT C
TeHEeTUYECKO KapToli 3TOM XpPOMOCOMBI SUMEHS,
MpeacTaBlIieHHOI paHee [8, 9].

M3 mokazaHHBIX Ha puc. 3 reHoB, (pakTop Oo noj-
Beprajics TeJIOTPUCOMHOMY aHaiau3y. B pesyibrarte
OBLJIO YCTAHOBJIEHO, YTO I'eH 0 (OpaHxKeBasi OKpacKa
LIBETKOBOM 4Yelllyd) HaxXOAMUTCS B KOPOTKOM Iljieye
xpomocoMHI 6 [13]. B mampneitmem D. Falk [14, 15],
TOJIB3YSICh 3TUM XK€ METOIOM, TIOATBEPIVIT TIOJIOXKEe-
HHUE JIOKYCa 0 B KOPOTKOM ILIeYe XPOMOCOMEI 6 U
YCTaHOBWJI, YTO I'eH sex [ HaXOAUTCS IPOKCHUMAaJbHO,
B IUTMHHOM TIjIede 3TOM XpoMocoMbl. CriemoBareiib-
HO, LIEHTpOMepa OPUEHTUPOBAHA MEXIY FeHaMU 0 U
Sex 1. IlonoxeHue ApYrux mMpeiacTaBICHHbBIX 31€Ch
TEHOB 3TOM XPOMOCOMBI C TIOMOIIIBIO TEJIOTPHUCOMHOTO
aHajM3a 1o rieyam He uccienoBaHo. Ha 060011eHHbIX
KapTax CHEIUJIEHUs 3TOil XpoMocoMbl [8, 9] JoKycChl
r“e”, gs 4, Sex 1 pacnonoxeHbl B JUIMHHOM IUIeY€e XpO-
MocoMmbl 6. B yactHoctit R. Yoshimi u T. Konishi [16]
Py KapTUPOBAHUU JIOKYCOB Aat U /9 OTHOCUTEJILHO
TeHa 0 OTHECJIM €TO TMOJIOKEeHNWE K INIMHHOMY TUIeUy
XpPOMOCOMEI 6 TIpoKCcHMaibHO. OHU He y4iau OoJjiee
paHHMX coob1ieHuit [ 13—15] o mepeHoce MoaoXkKeHUs
TeHa 0 B KOPOTKOE TUIEYO ITOM XPOMOCOMBI OKOJIO
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LieHTpoMepbl. COOTBETCTBEHHO B IIOCJIEAHEM OIHCA-
HUU 3TUX TEHOB ¥ XPOMOCOMHOM TOJIOKEHUHN UX Ha
KapTax CIEIUICHHS YKa3aHO IJIMHHOE TIEY0 XPOMO-
coMmHl 6 (6L) [10].

K HacTosiieMy BpeMeHU MMEIOTCSI JOCTaTOYHO
MMOAPOOHEIE KAPTHI CLETIJICHUS XPOMOCOMBI 6 STAMEHSI
[17, 18]. K coxaneHUI0 OHM OXBAaTHIBAIOT TOJIBKO
JHK-Mapkepbl, HO He BKJIIOYAIOT T€HbI, OTBEYaIO-
mue 3a MopdoJoTUYeCcKre MPU3HAKK pacTeHUN sT4u-
MeHs. B To ke BpeMsI ciienyeT OTMETUTh, YTO MECTO-
MoJ0KeHUue JJoKyca Amy I OTHOCUTEBHO 3TUX Map-
KepoB Ha XpoMocoMe 6 ykazaHo. Tak, mo nanHbiM X. Qi
¢ coaBT. [17] Amy I 3annMmaer 1ojtoxkeHue B 84.9 cM Ha
KapTe XpOMOCOMBI 6, HO IIeyo He yka3aHo. P. Lan-
gridge ¢ coaBT. [18] oTMeTWJIM MOJIOXKEHUE 1IEHTPO-
MEpBl HA 3TOM XPOMOCOME M II0Ka3aJi, YTO JIOKYC
Amy I HaxomuTCcs Ha paccTOSTHUM B 19.6 cM oOT 11eH-
TPOMEpHI B JUIMHHOM IIede XpOMOCOMBI 6. [1pu mc-
MoJIb30BaHUM Kaptupylomeit pynkuun D. Kozambi
[19] onieHka paccTosiHus Mexmy reHaMu Sex [ u Amy 1
B HaleM ciydae coctaBwia 20.00 = 5.71 cM. Ecnu
pacCUMTHIBATh 3TO PACCTOSIHME HAa OCHOBE KapTUPY-
omeit pyukuuu N. Bailey [20], oHo OymeT paBHO
23.5 + 7.86 cM. CienoBaTeIbHO, YYUTHIBAsI OLINOKY
OLIEHKM TUCTaHILIMM, B 000MX CITydassXx O4E€BUIHO, YTO
maaHble P. Langridge ¢ coaBr. [18] OJM3KM K HAIIIM
pe3yasrataM. Torma Hanbosee BEpOSITHO, YTO TeH Sex 1
JIeACTBUTEIbHO MOXET HAaXOMUThLCS B JUIMHHOM ILjIe-
ye BOJU3U LEHTPOMEPHLI XPOMOCOMEI 6; 3TO HE IPO-
TUBOPEUUT MPUBEICHHBIM BBIIIE JAHHBIM, a TaKXKe
noareepxkaaeT ceenenus D. Falk [14, 15]. Pacmomo-
XKEHHUE JTOKYCOB Aat 1 [9 B INIMHHOM ILIeYe XPOMOCO-
MBI 6 COTJIACYeTCS C TTOJYYEeHHBIMU HaMM TaHHBIMH,
¥ YKJIaObIBAaeTCs B KapTy CHEIUICHUSI 3TUX I'€HOB OT-
HOCUTEJILHO JIOKYCOB Amy I 1 o.

Takum o6pa3oM, Ha OCHOBE yueTa JaHHBIX T10 Be-
JmunHaM pekomOuHanuu R. Yoshimi u T. Konishi
[16] HanboJiee BeposITEH CAEAYIOLINI MOPSAOK pac-
ITOJIOKEHUST MIPEACTaBIEHHBIX JIOKYCOB: 65— 0— cen
— Sex 1— Amy I — Aat — [9 — 6. D10 nomycTUMO TIpH
YCJIOBUM HaXOXIeHUsSI cerMeHTa Aar — [9 B IJTMHHOM
riede XxpoMocoMsl 6. K coxaneHuro 1y KapTUpoBa-
HUSI 3TOTO Y4aCTKa XpOMOCOMBI HEIOCTATOUYHO OTHO-
ro MapKEepHOro TIeHa 0, KOTOPBI MCIOJIb30BaAIN
R. Yoshimi u T. Konishi [16].

ITpu 0000ILIEHUN TOTYYEHHBIX HAMU PE3YJTBTAaTOB
U MIPEACTaBIEHHBIX IUTEPATYPHbIX JaHHBIX HanboJee
BEPOSITHOE PACMIOJIOKEHUE U3YYEHHBIX HAMU TE€HOB
OTHOCUTEJILHO IPYT APYTa U IO TjieyaM Ha XpOMOCOME
6 wumocTpupyet puc. 2. TakuMm 06pa3oM, Ha OCHOBE
MATUTOYEYHOTO TECTA YCTAHOBJIEH MOPS0K pacnoyio-
JKEHUS TIATH JIOKYCOB B XpoMocoMe 6 (=6H) stamenst:
6S — r“e” (=raw 5) — gs 4 (=gsh 4) — o (=rob I) —
cen — Sex I — Amy 1 — 6L.

IlpencraBiaeHHbIE JaHHBIE CBUIETEILCTBYIOT O
HEOOXOIMMOCTA  KOPPEKTUPOBKUA T'€HETUYECKOMN
KapThl CLIETJIEHUSI XpoMOcoMBbI 6 (=6H) stameHs1. Dtu
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Hacrosias craTbs He COOCPKUT KaKuX-JI100 uc-
CJIeIOBaHUI1 C MCITOJIb30BAaHUEM B KaueCTBE OOBEKTa
2KMBOTHBbIX.

Hacrosias craTbs He COOCPKUT KaKuX-J11bo uc-
CJIEOOBAaHUM C Y49aCTUECM B Ka4€CTBEC 00BeKTa JIIONEH.
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Linkage Analysis of Genes Controlling
the Qualitative Characteristics of Barley Plants in Chromosoma 6

V. P. Netsvetaev*
Belgorod Federal Agrarian Scientific Center of the Russian Academy of Sciences, Belgorod, 308001 Russia
*e-mail: v.netsvetaev@yandex.ru

Based on the genetic analysis of F, by F; in the combination M 13 X r “e” + o, the recombination frequencies
between genetic factors of chromosome 6 (=6H) barley were estimated. The study included the following
genes: r “e” (smooth awns “e”), sex I (shrunken endosperm xenia 1), o (orange lemma 1), gs 4 (glossy sheath 4),
Amy 1—7 (a-amylase 1, type 7). The Amy I locus was identified by separation of alpha-amylase by electro-
phoresis at pH 8.3. Based on the five-point test, the following order to location of the studied loci in chromo-
some 6 (=6H) was established: 6S — r “e” (=raw 5) — gs 4 (=gsh 4) — o (=rob 1) — cen — Sex 1 — Amy 1 —
6L.The linkage estimation and literature analysis showed that among the indicated genes, the Amy I and Sex I loci
are located in the long arm of chromosome 6. The other genetic factors are associated with the short arm of
this chromosome. The centromere is between the genetic factors of Sex I and o (=rob I). In general, the data
presented indicate the need to review the genetic linkage map of chromosome 6 (=6H) barley.

Keywords: barley, recombination, genes, linkage map, alpha-amylase isoenzymes, chromosome 6 (=6H).
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DKOJIOTO-OPUTOILIEHOTNYECKASA ITUODOEPEHIINAILINA,
ITEHETNYECKAA UIBSMEHYUNBOCTDb U CTPYKTYPA
IMPUPOJIHBIX MOIIYJIALNN PEIUKTOBOTO BUJIA AKBA®JIOPHI
Isoetes lacustris L. B BEJIAPYCH!

© 2021 r. A.B. Baacosa® *, A. H. IOxumyk!, M. A. JIxxyc?, M. C. Tyxdaryawmna', B. I1. Biacos?

! [Tenmpanvnwiii 6omanuueckuii cad Hayuonanvnoii axademuu nayx beaapycu, Munck, 220012 Beaapyco
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IToctynuna B penakuuio 12.03.2020 r.
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C ucnonp3oBanneM RAPD- u ISSR-cucreM n3ydeHnl reHeTHYECKOE pa3HOOOpa3re U CTPYKTypa IOITyJIs -
uuii Isoetes lacustris L. pe TMKTOBOTO BUAA aKBa(JIOPHI, IPUYPOUYEHHOTIO K OJIMTOTPO(PHBIM 03epaM U Pe3KO
COKpalaIiero YucjaeHHocTb B EBporne. i 4eThipex M3ydeHHBIX MOMYJISIUM BUIA Ha I0XKHOM TpaHULIe
apeajia B bermapycu coBOKyITHO BhIsiBiaeHO 127 mapkepoB (90.6 monmumopdHbIx, 83.5% nHpoOpMaTUBHBIX).
Ha ypoBHe Buzia nmokasarenm reHeTH4ecKoil nsmeHunBocTH coctaswiu: H, = 0.247, P, = 100%, 1 = 0.390.
BrisiBiieH cpennuit ypoBeHb noapazaesneHHocT (QPT = 0.269, p > 0.001; F, = 0.193, p > 0.0001) 1 reHeTH-
yeckoro ooMmeHa (2.7 murpanTa Ha mmokojeHue). bénbias nons nsmeHunBoctu (73.13%) npuxoautcst Ha
BHYTPUIONYJISILAOHHBIA YpOBeHb, 13.36% — Ha MeXIOMmyIsauuoHHbIN, a 13.51% OODBSIICHSAET pasindus
MEXIy perMoHaMu (FOXKHBIMU 1 CEBEPHBIMM TTOITYJISILIUSIMI ). PaHXKMpoBaHUE MO TeHETUIeCKOMY pa3HO00-
pazuio (H, = 0.063—0.243; P, = 17.92—93.4%; I = 0.095—0.379) u oGHapyXeHUe UHIMBUAYATbHBIX ajlie-
JIel onpenesisieT YHUKaJIbHOCTD KaXKIOM TOITYJISIIMY ¥ 3HAYMMOCTD B IIpOrpaMMax Ito oxXpaHe Buaa. YMeHb-
IIIEeHUEe YPOBHSI T€HETUYECKOTO Pa3HOOOpa3rsi B MaJTOUYUCICHHBIX U30JMPOBAHHBIX MOMYJISILIUSAX B COBO-
KYITHOCTA C JHUMUTHUPYIOIIUMU (aKTopaMu (eCTeCTBEHHBbIE — FOXHBIM TIpenesl paclpoCTpaHeHUs,
aHTPOTOTeHHbIE — 3BTPOGUPOBAHNE Y UBMEHEHUE PEXXMMAa 03eP) MPEACTABISIOT YIPo3y sl PA3BUTUS T10-
MyJISILMI ¥ pacipocTpaHeHus Buna B benapycn. Ha ocHOBe MHTerpaJibHOTO aHajn3a 9K0JIOrO-(pUTOLIeHO-
TUYECKUX XapaKTepUCTUK oouTaHuid 1. lacustris, ypOBHSI U CTPYKTYpPbl T€HETUUECKOr0 pa3HOOOpas3us ero
TTOMYJISILIUIA TIPEUTOKEHBI MEPHI 110 i1 Situ M ex Situ COXpaHEeHWIO BUA.

Karouesnie cnosa: Isoetes lacustris, sxonorndeckue napameTpsl, RAPD, ISSR, reHeTmueckoe pazHoobpa3sue,

rpaHula apeana.
DOI: 10.31857/S0016675821020132

I1pu niponokaroieiicss ¢pparMeHTaLIUU TTPUPOI-
HBIX OOMTAHUI BUIOB aHTPOIIOTeHHbIE BO3ICHCTBUS U
mIobajnbHOE M3MEHEHME KiIMMaTa OKasbIBalOT CYIIe-
CTBEHHOE BJIMsSIHUE Ha AeMOrpacuyecKylo U reHeThJe-
CKYIO CTPYKTYPY MX MOMYJISIIUI W TOBBIIIAIOT PUCKU
rc4e3HoBeHUs1 BUIOB. CerogHsl NpUpPOIOOXpaHHAs U
JaHamadTHAsA TeHETHMKA MCHONb3yeT 3(h(GEeKTUBHBIC
JMUarHOCTUYECKUE METOIbI OLEHKU YPOBHSI T€HETHUe-
ckoro pazHoo6pasus (I'P), ¢popMupyrommx ero 3Kojo-
rmyeckrx (pakToOpoB, BBOJIIOLIMOHHOIO (amanTalllioH-
HOTI'0) MOTEHLIMAJIa U COITPOTUBIISIEMOCTH BUIOB, COACH-
CTBySl MPEIOTBPAIICHUIO IIOTEPh OMOJIOIrMYEeCKOro
pa3HooOpa3us 1 ux oouranuii [1—3]. INomynsmuu Bu-
JIOB pacTeHU Ha TpaHUIIC apeajioB BasKHbI ST JOJITO-

lﬂononHMTenLHbIe marepuansl (ESM 1-ESM 11) nnst aroit
cratbu goctynmHbl mo doi 10.31857/S0016675821020132 s
aBTOPM30BAHHBIX IMOJIb30BaTEEH.

BPEMEHHOT'0O BbDKMBAHWS BUIA, U X U3yYeHHE ITOMOra-
€T OLICHUTb 3BOJIOLIMOHHBIN MOTEHIIMAI TaKCOHA, KaK
JIOKQJIbHO, TaK U B TIpeJiesiax apeaa (B T. 4. B CBSI3U C U3-
MEHEHUEM KJIMMaTa), MPOsICHUTh UCTOPHUIO PACIIPO-
ctpaHeHus Buna [4]. KpaeBbie TOMyIsSIIUKM HAXOAST-
cs TIoJ1, Bo3/ielicTBUEM OoJiee CUIbHOTO AaBJIEHUS OT-
0opa M OrpaHUYEHHOro IOTOKAa T€HOB, OHU Kak
MPaBWIO JIOKAJIbHO adalTUPOBAaHbI, T.€. MOTYT IO/~
IepxuBaTh HeoOxomuMmeblii myin I'P m oGecrieunBarth
BO3HUKHOBEHUE TOJIE3HbIX afanTtaiuii. JlaHHbIe 1o~
MYyJISIIAN SIBJISIIOTCS BAXKHBIMU OOBEKTaMU IJISI CO-
xpaHeHwus [4, 5].

bopeanbHast akBadiopa 0cobo ToaBepxkKeHa
TpaHchopMaly U COKpAIIAeT YUCIEHHOCTh B CBI3U
C HE3HAYUTEJbHBIMM JIOKAJTbHBIMU W3MEHEHUSIMU
cpensbl [6]. O6uTaHue psiga peaMKTOBBIX BUI0B bena-
pycH MPUYPOUYEHO K YHUKAJILHON IpyIrine o3ep npe-
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Puc. 1. a — obmmii Bun 1. lacustris. 6 — MmectoHaxoxneHus 1. lacustris Ha TeppuTopuu benapycu n Touku cOopa MaTepraia Iist

TEHETUYECKUX UCCIIeIOBaHU (@).

MMYIIECTBEHHO JICAHUKOBOI'O IPOUCXOXACHUST (HA
ceBepe pecnybnrku B permoHe benapyckoro I1oosze-
pPbsI) M KApCTOBOTO IIPOMCXOXKIEHMS (Ha I0Te pecIryo-
JuKu B peruoHe Ilonechs), Bo3pacT oOeux Ipymn
o3ep okoJio 12 Teic. et [7, 8]. B Pecnnybauke bena-
PYCh OOHUM U3 YSI3BUMBIX PEIMKTOBBIX BUIIOB, HAXOOSI~
IIMXCS 3[0eCh Ha IOXKHOI T'paHUIIE pacIpOCTpaHEHMS,
SIBIISIETCST PA3HOCIIOPOBBIN IIPEICTABUTEIDL ILIAyHOO0-
Pa3HbBIX — MOMYIITHUK 03epHbIi (Isoetes lacustris L., Isoe-
taceae Dumort; nekaruionn 2n = 10x = 110), morpyxeH-
HOe BEYHO3eJIeHOe MHOIoJIeTHee pacTeHue (puc. 1,a)
[9]. B BoctouHoii EBporie apea aToro iupKymoope-
aJIbHOTO BHa IIPUXOOUTCS Ha cTpaHbI [Ipubantuku,
Vkpauny (kpaitHe penko) m Poccmio. IlomymrHuk
o0MTaeT B Y3KOM JMalia30He 3KOJOTMYECKUX YCJIO-
BUIf — B OCHOBHOM B OJIUTOTPOMHBIX WJIU ME30TPO(d-
HBIX TIPECHBIX 03epax ¢ HU3KO MMHepau3aLueii (Me-
Hee 100 Mr/i1), BBICOKOM MpO3payHOCTEHIO (bonee 4 M),
Kak mpaBuio kucioir (pH 4—6) peakumeil cpenpbl.
IIpouspacraeT Ha MecCYaHbIX WM I1€CYAHOMIMCTHIX
TpyHTax B IIPUOPEXKHOM 30HE, a TAKXKe Ha TIIyOMHE 10
4—5 M. MecTtooOUTaHUS TTOJYIITHMKA 00JIadaloT Bbl-
COKHMM BKOJIOTUYECKMM CTaTyCOM M BKJIIOYEHELI B
CIMCOK penkux ouorornoB Pecnyonuku benapych u
Espomsl [10]. 1. lacustris sBIIsIeTCT MTHINKATOPOM CO-
CTOSIHUSI 3TUX DKOCHUCTEM U OXPaHSIETCS B OOJIBIITUH-
ctBe ctpaH EBpomnbl, B T. 4. Poccuu, psige mrTaTtoB
CHIA [11—15]. C Hauana XX cTONETHS YUCIEHHOCTh
U pacnpocTpaHeHue Buaa B EBpomne pe3ko cokpaiia-
€TCsI BCJICICTBUE 3arpsi3HEHUS, 9BTPOUKALIMH 03€ep,
MEXaHWYEeCKOro YHUUTOXeHUsI pactenuit [11, 13]. B

Benapycu nonyimHUK o3epHEBI BKIIIoueH B KpacHyio
kHury ¢ 1981 r. (kaTreropmsa oxpansl — 3; Vu — 1o
MpsIMOi yrpo3oit ucye3HoBeHus) [15]. HecmoTpst Ha
TO, YTO MPAKTUYECKU BCE MECTOOOMTAHWUS BUIA HaA
TEPPUTOPUHN CTPAaHBI HAXOMATCS HA 0CO0OO OXpaHsIe-
MbIX pupoaHbix Tepputopusix (OOIIT), B mocnen-
HUE IeCITUICTUS HaOJII0gaeTCsl pe3K0Oe COKpallleH1e
ero 4YucjieHHocTH [7, 8, 16]. buonorndeckue ocobeH-
HOCTU Y 3KOJOTMYecCKue TpeanodteHus 1. lacustris
(6113 IOXHOTO IIpedesia pacIpoCTpaHEHUsI) 00y-
CJIOBJIMBAIOT BBICOKMII PHMCK €ro MCYE3HOBEHUS B
CBSI3U C aHTPONOTeHHBIMU (PaKTOpaMU U U3MEHEHU -
eM KJiMara.

Pon Isoetes Bxittouaetr okoyio 200 KOCMOIIOJIUTHO
pacnpocTpaHEeHHBIX, IPEBHUX B 9BOJIIOLIMOHHOM OT-
HOIIIEHMM BUJIOB, 00J1aJaloMX 3a4acTyl0 PEJIMKTO-
BbIMU apeajiamu [12]. st HeKOTOpBIX BUOOB Isoefes
pa3paboTaHbl HIPOrpaMMBbl II0 COXPAaHEHMIO, B T. 4. HA
OCHOBE JAHHBIX O T€HETUYECKOII BapuabeJIbHOCTH C
Hucroab3oBaHueM aoMuHaHTHbIX JIHK-mapkepoB
(AFLP, RAPD, ISSRu np.) [12, 17—22]. A= I. lacus-
tris TIpeIJIOXKEHbI METOABI MOHUTOPUHTIA MOMYJIS LA
Ha OCHOBe MOP(Oo(MU3MOIOrNIYeCKIX MoKa3aTeleid
pactenwmit [23], a TakKe TIpUEeMBbI COXpaHEHUS in Vitro
[24]. UmeroTcst maHHBIE MO (uioreorpadudeckoit
CTPYKType MOJYyIIHMKA O3epHOro Ha bpuraHckux
ocTpoBax [25], omHaKo MONMyASIIUOHHAS CTPYKTypa 1
I'P Buga He ucciaenoBaHBblI.

Ilenbio naHHOI PabOTHI OBLIO OLIEHUTH MOIMYJIsI-
IIMOHHO-TEHEeTUYECKNI MOTeHIIMA  TIOJyITHUKA
ozepHoro B benapycu 1 ero posib B pacpocTpaHe-
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HUY BYIA HA I0KHOM I'paHuUIle apeaja. B 3amaun Bxo-
JIWJIO: a) TIPOBECTU CPaBHUTEIbHYIO 3KOJOro-60Ta-
HUYECKYI0 MHBEHTAPU3ALUIO0 MECTOOOUTAHUI U Olie-
HUTb COCTOSTHHUE MOITYJ/ISILIMIA TTOJIYIITHAKA; 0) OLIECHUTh
I'P Buga Ha MeX- M BHYTPHUIIOITYJISIIIMOHHBIX YPOB-
Hsix Ha ocHoBe RAPD u ISSR; B) Ha ocHOBaHUY UH-
TETpaJlbHOTO aHAJIM3a JAHHBIX 3KOJOIMYECKOT0 MO-
HUTOpUHTA 1 mapaMmeTpoB I'P mpennoxute crpare-
rMI0 yCTOMYMBOI oOXpaHbl TeHo(dOHIAa BHAA B
pecnyonuke.

MATEPUAJIBI U METO/ bl

Obsekm uccaedosanus U UHBEHMAPU3AUUS NONYASA-
yuii. Ha reppuropuu benapycu 1. lacustris pactipocTpa-
HEH MNPEMMYILECTBEHHO B 03€paX CEBEPHOI YacTH pec-
nyommkr. M3BectHO 21 MecTo TIpoM3pacTaHus BHIa
(MM JIOKaIMTeTa), U3 HUX 16 MOATBEPXKIEHHBI Tepoap-
HBIMU cOopamu (puc. 1,6) [26]. B maHHOoIT paGoTe uc-
CJIEIOBAaHbI YEThIPE MONYJISIIMU, BBIOOP KOTOPBIX
O0YCJIOBJIEH MX PACIIOJIOKEHUEM B JIBYX OCHOBHBIX
permoHax pacrpocTpaHeHMsI Buga — belopycckoM
IToo3epbe Ha ceBepe pecryonuku (o3epa Imybokoe,
GB u Yepoomrbicio, CH) u benopycckom ITosiechbe B
10XHO#1 yacTtu ctpanbl (o3epa benoe, BL 1 CBuUTs3b,
SV), rae Bua xapakTepu3yeTcss Haubosiee 3HaUYUTeIb-
HBIM COKpallleHMeM IIJIOLIaaAu MpOoU3pacTaHUsl Ha
MPOTSLKeHUU nociaeaHux 15 aet (puc. 1,6, ESM 1;
CM. IOIIOJHUTEJIbHBIE MaTepUajbl B 3JEKTPOHHOM
Bepcuu ESM 1-ESM 11) [10, 11]. Yyer mapameTpoB
cpennl IIpou3pacTaHus Buga ((pU3UKO-XMMUYECKUE
IMoKa3aTeJIM BOMHOI Cpedbl) U €r0 OTHOCHUTEIBHOM
YUCJCHHOCTHU (3aHMMaeMasl IUIOIIalb, YaCTHOE MPo-
ektuBHoe TokpbiTue (YIII, 1-100%)), obunue o
Hpyne (1—6 6a10B) MPpOBOIWIN BO BpeMsI BeTeTallu -
oHHOrOo Tnepuoga B 2001—2016 rr. 1m0 aganTUpoOBaH-
Hoii meToauke [27]. [To COBOKYITHOCTU OTHOCHUTEb-
HOM YMCIIEHHOCTH BHOOB OIlI€HEHA TOJIEPAHTHOCTh
BUIa (LIEHOTUYECKasl M 9KOJIornueckKas) K cpesie mpo-
M3pacTaHUsI, KOTOPYIO OIIpeNe/Isuid KaK “OINTUMyM”’
(COOTBETCTBOBAJI MAKCUMAIbHBIM MMOKA3aTEJISIM pa3-
BUTHUS Buaa, 6amn 4—5), “yrHeTeHue” (HU3KUE 3HaA-
YeHUSs BeIMYUH, O6ai1 2—3), 1 “rubesib” (OTCYyTCTBUE
VI HaJM4IUe €AMHUYHBIX 9K3eMIUISIPOB PACTeHMIA,
oamn 0—1) [27]. B paboTte ncronb30BaHbl JTaHHBIC MHO-
rOJIETHMX MOHUTOPWHTOBBIX 00cIenoBaHmii o3ep bemna-
pycu ¢ 1973 r. (HJI O3zeposenenus, bI'Y), B T. 4. ux
MopdoMeTprUIeCKe ITapaMeTphbl, COCTaB TPYHTOB U
GUBNKO-XMMUYECKME I10Ka3aTeJIu BOMHOM Cpelbl
[8]. O11eHKY GUTOIEHOTMYECKOTO Pa3HOOOpa3ms Me-
CTOOOMTAHMU MPOBOIMIIM HA OCHOBAHNM IT'€000TaHU -
yecKux onucaHuii [27, 28].

Cbop mamepuana 015 eeHOMUNUPOBAHUSL TIPOBOIN -
Jm B 2010 u 2011 rr. O6pasibl ((hparMeHTHI TUCTHEB)
OTOMpaI MPOU3BOJIBHO Yy 0cO0€eii, HAXOASAIIMXCS Ha
pacctostHuM He MeHee 10 M apyr ot npyra. M3 Kax-
Jo¥t TIoMyJIsSIIUKU 0TOOpaHo oT YeThipex o 30 obpas-
LI0B, YMCJIO KOTOPBIX KOPPEIUPOBAJIO C TLIOIIAAbIO U
YUCJIEHHOCTbIO TTOMYJISLIUU.
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RAPD- u ISSR-anaaus. 'enomuyro JJHK skcrtpa-
TUPOBaIM U3 00€3BOXKEHHBIX B CUJIMKATeJIe JIMCThEB C
ncnoib3oBanueM CTAB-6ydepa [29]. [Tocne TecTu-
poBaHMsg OBIIM oToOpaH®Bl Tpu RAPD- m deTbwipe
ISSR-nipaiimepa (ESM 5). CoctaB RAPD-IILIP
(25 uL): 1x IILP 6ydep (2.0 mM MgCl,), 0.4 mM
dNTPs, 20 pM mpaiimepa, 0.5 en. Taqg-noanMepasbl
(ITpaitmTex, benapycph) u 20 ng JIHK. CoctaB ISSR-
TP (25 uL): 1x I P-6ydep c (NH,),SO,, 2.0 mM
MgCl,, 0.4 mM dNTPs, 30 pM npaiimepa, 1 en. Taq-
noauMmepasbl (IIpaitmTex, bemapycr), 30 ng JJHK.
Pexxum RAPD-TTLP: 96°C (5 mun); 96°C (30 ¢), Ta
(30 ¢), 72°C (2 muHn), 40 nuknos; 72°C (10 mMuH);
ISSR-ITLP: 96°C (5 mun), Ta (30 ¢), 72°C (1 mun),
1 umki; 96°C (30 c), Ta (30 ¢, +1°C/umki), 72°C
(1 mun), 30 nukiio; 72°C (10 mun). ITpoaykTs ITLIP
paznensuii Ha Bioanalyzer 2100 (Agilent; ISSR) u B
1%-nom araposHoM reiie (RAPD). Pasmep dpparmen-
ToB paccuuthiBaiu B Expert 2100 (Agilent) wiu
QuantityOne (Bio-Rad) Ha ocHOBe cTaHTapTOB MOJIE-
KkynsipHbeIX Macc (IMpaitmTex, benapych). YuuteiBaau
TOJILKO YETKHE, JTUCKPETHBIC, BOCIIPOU3BOAUMEIC aM-
TMKOHEBL. [IpucyrcTBre hparMeHTa 0003HAYAIM KaK
“1”, a orcyrcTBHE Kak “0”.

Obpabomka OaHHbIX, CMAMUCMUYECKUI aHANU3.
Yuciao MapKepoB, MPOIEHT MoJuMopdu3Ma U WH-
¢dopMallMOHHBIN MHAEKC MojJuMopdusMa IpaiiMe-
poB PIC (Polymorphic Information Content) [30]
paccuuThiBaid BpyuHylo. CoracHO MeToay, Tpef-
JIOXXEHHOMY JIsI TOMUHAHTHBIX MapkepoB [31], jo-
KYChI, YaCTOTa KOTOpPBIX IIpeBhiiIact 1 — (3/N), rue
N — gucno ocobeit B aHammM3e, He yanTeiBaian. Oo1iee
(N,) u acbdpekTruBHOE Umncio aenei (N,), Yucio no-
JMMOP(HBIX JIOKYCOB Y X MPOUEHT (P,), 4MCIIO peji-
KUX ajijiefieil, OXXuaaeMmylo reTepo3uroTHocts (H.),
nHAeKc pasHoobOpasus Illennona (/) olleHWBaIM B
GenAlex 6.5 [32], motok reHoB (Nm) pacCYnTHIBaIN
B PopGen v1.32. AHanu3 IJIaBHBIX KOOPIMHAT
(PCoA) BrimonHsin B GenAlEX, Bbiaessis CeBepHBbIi
U I0XHBIII perrnoHbl. [TOMyISUMOHHYIO CTPYKTYpPY
aHanM3upoBau B Structure 2.3 [33], Ipu Koau4ecTBE
kiactepoB (K) 1—10, mo 20 mporoHoB 1j1s KaXao0ro,
yucyio burn-in mepuomoB — 1000000, xomuyecTBO
uTepauuii 1auHbeI npodera — 100000, 3HaYeHUM 1T0-
moousa Q > 0.7, mpuMeHSIST MOIECIN KJIacTepu3allin
“admixture” n “no admixture”. Hanbomnee BeposiTHOE
3HaueHre K oneHuBanu Ha ocHoBaHuu delta K (Ak)
[34]. Pacipenenenue ypoBHEH T€HETUYECKOTO Pa3HO-
00pa3ust U TEHETUYECKYIO TTONPa3aeICHHOCTh TTOITYJIsI-
uuit (OPT, ananor F,) oueHMBaIM METOOOM aHAIU3a
MoJieKyJstpHoit nucniepcu (AMOVA) B GenAlEx 6.5 B
COOTBETCTBMHU C PETMOHOM Ipouspactanusi. [P u F;
TakxXXe OlieHMBaIu 6alieCOBCKMM METOIOM JJIsT TOMU -
HaHTHBIX MapkepoB [35] B AFLP-SURV 1.0 (mpu
qyuciie nepectaHoBok 1is Fy tecta — 500, OyTcTpan —
1000). JlaTteHTHBIN TeHeTUYecKWid moteHuman (Latent
genetic potential, LPG) ouenuBamu no F. Bergmann
et al. [36]. Tect ManTens [37] (GenAlEx 6.5, ipu 999
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MEPMYTALMSIX) IPUMEHSUIN IJISI OLIEHKM KOPPEJISIIIT
reorpacuueckux (I'l; morapudmudeckass pyHKIIMS
paccrostius, log(l + I'’/l)) u TeHETUYECKUX TUCTAH-
uuidi Mexay nonynasinusaMu U @PT. AHanoruyHo aHa-
JIM3UPOBAJIM PEeaylMPOBaHHBI MacCUB JaHHBIX
(IpuMepHO ypaBHEHHOE KOJMYECTBO Ocobeil u3
KaxXImoro o3epa, korma g momyinsumin GB m CH
aHaAJIM3UPOBAJIM TOJBKO AECITh OCOOEii) IS u3yde-
Hus I'P ManoyuciaeHHBIX NONYJISIIUIA ¥ OLIEHKN KOP-
PEKTHOCTHU MOJYyYEHHBIX JAaHHBIX. 3aBUCUMOCTD IIa-
pameTpoB I'P oT sKomornyeckmux rmapaMeTpoB U OT-
HOCUTEJILHOM YMCJIIECHHOCTU OLICHUBAJIU, VICIIOIb3YS
perpeccuonnsblit ananu3 [Impcona B MS Excel.

PE3VYJIbTATDBI

DKonoeuneckas UH8eHMAapU3ayus
Mmecmoobumanuil 1. lacustris u xapakmepucmuka
PacmumenbHsix cooduecme

O3zepa CButs3b 1 beoe 3HaUUTETBHO MTOABEPXKE-
HBI TIpoIieccaM 3BTPO(GUPOBAHMS B pe3yabTaTe pe-
KpeallmoHHoOro wmcroyb3oBanus. Jiasg osep Yepb6o-
MbIcsio 1 [JyGoKoe 3Tu Tipoliecchl HaOMIOAaTCs B
MeHbIen crereHu (tadin. ESM 2). CpaBHUTEIbHAS
XapaKTepUCTUKA COOOIIECTB ITOTPYKEHHONW W TIpU-
OpeXHOI PacTUTENbHOCTU HCCIEIOBaHHBIX BOJOES-
MOB TIO3BOJIMJIA BBISIBUTBL ITIpedItojaracMble BUIbI-
WHAWKATOPHl ONTHUMAJIbHBIX YCJIOBUM ITpoM3pacTa-
HUS MOJYIIHUKA, TIPUCYTCTBUE KOTOPBIX B3aUMOCBSI-
3aHO C OTHOCUTETbHOM YN CIIEHHOCTBIO TIOITYJISTINIA /.
lacustris I BEpOSATHO C THIPOXUMUIECKUM PEXUMOM
(mpuBeneHsbI B Ta0a. ESM 4).

OTHocUTebHasT YUCIIeHHOCTh 1. lacustris B M3y-
YeHHBIX o3epax (obumime, TogepaHTHocTh u YUIIII;
2001—2011 rr.) BapbMpoOBasia: HAUOOJIBILIME TTOKa3a-
Teu 3apuKcupoBaHbI I 03ep Yepoombicio u [iry-
o6okoe, MeHbIue — 11 bemoe u Cutsasp (ESM 2).
3HauMMast KoppeJssius mapaMmeTpoB OTHOCUTEIbHO
YUCIIEHHOCTHU BBISIBICHA C THIPOXUMUYECKUMMU T10-
KasaTeJIsIMU BOIHOM cpelbl: comepxanue Mg?*, 00-
1asi MuHepanusaius, obumit gocdhop (p < 0.05,
ESM 3). Koppensuust oounust ¢ pH u nmpospayHo-
CTBIO ObLIa CMJIbHOM, HO He 3HaunMoi (r = —0.82 u
r=0.74; cooTBeTCTBEeHHO, p > 0.05, ESM 3).

Tloaumopghusm u Hympunonyasayuonnas
UBMEHYUBOCMb

Otoopannbeie RAPD- u ISSR-mpaiimepsr o6Ha-
pyuBanu BapuadenbHOCcTh ydyacTkoB JIHK y 71 oco-
ou 1. lacustris tMenu BBICOKYIO MH(OPMATUBHOCTh
(uucno dparmeHTOB Ha obpazell, Pp, PIC, Hu H,) u
reHepupoBajin coBokynHo 127 amneneit (ESM 5).
RAPD- u ISSR-maHHEBIE 110 OTOEABHOCTU BBISIBUIIN
CXOImHBIN xapakTep pacupenesienust ['P (ESM 6), a tak-
JKe 3HAYMMYIO KOPPEJISILIUIO MaTPULL TeHETUYECKUX pac-
crostHU (#NeiP) Mexmy ocoOsiMA Ha MX OCHOBAaHUM
(r= 0.154, p = 0.005, tectr Manrens; r = 0.378, p <

<0.0001, perpecCMOHHBII aHAIM3), YTO a0 OCHO-
BaHMe 00beIMHUTHL RAPD- u ISSR-Mapkepnl mis
nanbHenux pacuetoB I'P. Ilocne cranmaptusanuu
[31] uncno nokycoB coctaBuiio 106 v 83.5% (Tabu. 1).
VYHuKaJIbHbIE aJJIeId OTMEUEHBI IS BCEeX ITOITYJIsI-
it kpome BL, a ux makcumanbHoe uyucio (13 wiu
12.7%) BuisiBiaeHo mist GB. 3HaueHUS 0XXuaaeMoii re-
TepO3UTOTHOCTH (H,) 1O MONyIIUUSIM BapbUpPOBAIN
ot 0.063 (BL) o 0.243 (GB). IlpoueHnTt noaumopd-
HBIX JIOKYCOB (P,) cocTaBu B cpeaHeM 56.6%; Hau-
6omabiree 3HadeHue (93.4%) obHapyxeHo i GB,
HaumeHbluee (17.92%) — mia BL (ta6a. 1). Makcu-
MaJIbHOE 3Ha4YeHUE NMHOeKca pa3HoobOpasus IlleHnHo-
Ha (/) 3apeructpupoBaHo mjass GB (0.379), muHu-
ManbHoe — st BL (0.095), ipu cpenHeM 3HaueHUU
0.246. Ha BumoBom ypoBHe H, = 0.247, I = 0.39.
OxumaeMasi TeTepO3UIOTHOCTh Ha YPOBHE BHIA,
olicHeHHas1 baiilecOBCKMM MeTO0M, Obljla HECKOJIb-
Ko Bbllle U coctaBwia H, =0.251 (tabn. 1). [JaHHbiit
METO/I, BEISIBIJI MUHUMAJIbHYIO pa3HUILYy ITapaMeTpOB
I'P n1s1 moHOTO M peAylIMpOBaHHOTO MaCCUBOB JaH-
HBIX (CM. METOIMKY, JaHHbIC He IPUBEICHDI); Hal-
MEHBIIINE ITOKa3aTeJIM BHOBb OTMEYEHBI JIJIST ITOTTYJISI-
nuu BL, nanbonemme — misg GB. Takum obpaszowm,
Ha OCHOBAaHUM HECKOJIbKMX aJITOPUTMOB aHaJIu3a Ba-
pUALMOHHEIN psif paciipenencHus mapameTpos I'P u
JIJATEHTHOTI'O T€HETUYECKOTO IMOTEHIIaa OIS
(rmokazaTesib aialTUBHOCTH) B HAIPaBJICeHUN UX CHU-
XKEeHUs1 ObLI aHaJorM4YHBIM: 03. I'mybokoe (GB) —
03. Yepbomeicio (CH) — o3. CButrsazp (SV) —
03. benoe (BL) (puc. 2, Ta6na. 1).

Meocnonyasayuonnas dughgpepernyuayus
U 2eHemu4ecKas CmpyKkmypa NORYAsyULl

Knacrepuzanus UPGMA Ha oCHOBEe reHeTude-
CKMX IMCTaHLIMI He BCeraa coBIanajia ¢ MpruHaaIex-
HOCThIO ocobeii K momymssiuu (ESM 10). PCoA oco-
Oeil WITIOCTPUPYET, YTO TPU IJIaBHBIX OCU OTBEUYAIOT
3a 13.54, 11.43 u1 6.23% pa3zHOO6pa3us COOTBETCTBEH-
HO, TIPU 3TOM TEPBBIMU ABYMS OCSIMU OOYCIOBJIECHO
24.97% wzamenunBocTH (puc. 3,a). OTMETHM, YTO OCh 4
(Coord. 4) mocTOBEpHO BEISIBMJIA Pa3IMUUSI MEXIY
BL u SV (puc. 3,6). PCoA Ha nomyJisslimuOHHOM YPOBHE
(puc. 3,6) oOHapyXuJ HaJIM4Me IPagueHTOB “3amag—
BocToK” (Coord. 1, Bce momymsiiuu) u “ceBep—ior”
(Coord. 2, Bce nonyssiunu kpome GB u CH, onucran-
LUST MEXIYy KOTOPBIMU COCTABJISIET BCETO 2 KM, CM.
ESM 1). CormacHo nporpamme “Structure” Hambo-
Jiee BeposTHOe KojmuyecTBO rpymmn K ObUIO paBHO
tpeM (ESM 11). Camble BBICOKME 3HAYEHUST TOTOOUS
BBISIBJIEHBI B MoJiesin admixture ¢ Koppessuuei Jio-
KYyCOB JUJISI 9TUX TPEX KJIacTepoB (JaHHbIE HE MPUBE-
JIeHBbI). AHAJIM3 NOATBEpAUI Halnure nuddepeHI-
anyu Mexny OymskopacnojoxeHHbiIMU GB u CH:
88.9% ocob6eit GB otHecensl K K1 (Q >0.781), a oco-
6u CH pacnpenenuinuch MeXIy TpeMs BbISIBICHHbI-
mu Kimactepamu (11.1% otrecensl K K1, 37.0% — K2,
u 14.8% — K3, Q > 0.795). [IBe npyrue nomyjiasinu,
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Tab6auna 1. ['eHeTHUecKass BapuabeIbHOCTh BHYTPU- U MEXIy Ttonyassuusimu 1. lacustris, paccuuTaHHasi HA OCHOBaHUM

RAPD- u ISSR-mapkepoB

Yucio 10KycoB I'eHeTnuyeckoe pa3HooOpasue
Monynsitus (kon) | #
N N, % N, N, P, P,B* 1 H, H.B* uH, LGP
I'ny6oxoe (GB) 27 102 13l 1.934 1.400 93.4 74.5 0.379 | 0.243 | 0.268 | 0.2480 | 56.616
(12.754)| (0.250) | (0.352) (0.022) | (0.017) | (0.017) | (0.017)
YepOoMbIciio 27 89 20 1.830 1.357 83.02 66.0 | 0.342T | 0.219T | 0.237 | 0.224T | 50.131
(CH) (2.254) | (0.377) | (0.345) (0.024) | (0.017) | (0.017) | (0.018)
Cauts3sb (SV) 7 46 1 1.321 1.193 32.08 43.4 0.167 | 01120 | 0.170 | 0.121) | 13.523
.17 | (0.469) | (0.337) (0.025) | (0.018) | (0.019) | (0.019)
Bbenoe (BL) 4 39 0(0) 1.179 1.106 17.92 36.8 0.095 | 0.0631 | 0.134 | 0.0720 | 7.745
(0.385) | (0.261) (0.020) | (0.014) | (0.016) | (0.016)
OO01u1ee BHYTpU 16.25 69 4l 1.566 1.264 56.6 55.18 0.246 0.159 0.202 | 0.1661 | 32.004
MOIYJISIUUI (5.80) | (0.372) | (0.138) | (18.59) (0.013) | (0.009) | (0.031) | (0.009) | (24.929)
(cpenHee)
Ob1uee 65 106 164 2(0) 1.412 100 100 0.390 0.247 0.251 0.250 | 62.342
10 COBOKYITHOCTU (15.090) (0.331) (0.021) | (0.016) (0.016)
BCEX JIOKYCOB
W IOy LI

IIpumeuyaHue. n — KOJIMYECTBO MPOAHATU3UPOBAHHBIX 0c06eii; N — oblliee YKCII0 JOKYCOB MOcIe CTaHIapTU3auuu; N, — 41ciIo yHU-
KaJIbHBIX ajuteneii; N, — HabmonaeMoe 4ncio ajuieneit; N, — 3 OEKTUBHOE YUCIIO aJlIeNei; Pp — MPOLIEHT NOJIUMOP(MHBIX JIOKYCOB;
H, — oxxunaemasi TeTepO3UTOTHOCTD (MJIM TeHHOE pasHoobpasue o Hen); / — nndopmanmonnslii unnekc lllennona, LPG — narenT-
HbIil TeHeTUYeCKU i nmoreHIman. B ckookax mpuBeaeHbl BETMYMHBI CTAHAAPTHOTO OTKJIOHEHUsI. B* — 3HaueHusl olieHeHbl baiiecoB-
ckuM MetogoM. CTpellKaMi OTMEUEHO YBEeJIMUeHUE (T) VI YMEHbBILICHUE (J/) napaMeTpa 10 CPaBHEHUIO C TTOJIyYeHHBIM IIPU 00paboT-
K€ JIOKYCOB yMeHbIIIeHHOT0 ynciia ocobeit u3 omynsaiuii GB (10) u CH (10, o6bsicHeHUS B TEKCTE).

Haxozsurecs Ha 1ore, — BL 1 SV — onpeneneHbBI Kak
omHa (K3, O = 0.766—0.986). 3naueHus nnddepeH-
LyaLUMU IJIs1 TPeX BbIASJICHHBIX KJIaCTEPOB COCTABUIIM:

Corimacno AMOVA, HanOoJbImniAi KOMITOHEHT
n3MmeHunBoctu (73.13%) oOHapyXeH Ha BHYTPHUIIO-
MyJISLIMOHHOM YPOBHE, a IIPUMEPHO PaBHBIE YaCTHU
ocTasllelicss BaprabeTbHOCTU pacIipenelieHbl MEXIY
nonyysinusaMu — 13.36% u BeIIeNEHHBIMUA PETMOHA-

2.0

L5

GB
EmN, =N, mm/

CH

MU — 13.51% (ceBepHBIE 1 IOXKHBIC TTOITYIISIIINAN; TA0JI. 2).
Huddepenumanys 6suta 3HaunMast (p > 0.0001), yme-
peHHasi Ha OOIIENONyJIIIMOHHOM ypoBHe (QPT =
=0.269), u Goyee cirabast — MeXAY ITOMYJISIUSIMHI
(@PR = 0.154) u peruonamu (QRT = 0.135) (Tabu. 2).
Oo6mas 6aiiecoBckast fuddepeHIanus Moy
oKaszajlaCh 3HAYMMOM U TaK Xe CpeIHero ypOBHS
(F,;=0.193, p=0.03), yTO MOATBEPXKAAET UX TEHETH-
yecKkoe poAcTBo. [lonmapHble 3HAYEHUST MEKITOTTYJIS-

-7
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40
o
38
3
20
1
0
BL SV
[ —— Ob6unue

Puc. 2. IMapamerpsr I'P nonynsiumii 1. lacustris 1 nx cOnpsKeHHOCTH ¢ mapaMerpoM ooumue. [Momynsuun: [myookoe (GB);

Yepoomsicio (CH); benoe (BL); Cutssb (SV).
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Puc. 3. Aranu3s rimaBHbix kKoopauHat (PCoA) ocobeit 1. lacustris 3 yeTbipex nomyasiunii berapycu Ha OCHOBaHUU MaTPUITHI
ronapHbIX reHeTnyeckux nucranuuii (uNeiP), paccuntanHbix 1o coBokymHOcTH RAPD- 1 ISSR-mapkepoB. a — rpynmnupoB-
Ka ocobeii cornacHo 1 1 2 ocsiM, 6 — TpyInupoBKa 1o 3 1 4 ocsiM, 8 — HA OCHOBAaHUM MOMYJISILIMOHHBIX TEHETUYECKUX TUCTaH-
muit. O6o3HaueHus nonynsanuit: [mydbokoe (GB) — pom6sr; YHepoomsiciio (CH) — kBanparsr; bemoe (BL) — TpeyronbHUKM;

Caurs3b (SV) — Kpyru.

LIMOHHBIX 3HaueHul nuddepenuuanuum (PT) 3Ha-
yuMo paznmdanuch (p < 0.007): ot 0.151 (CH—BL) no
0.313 (GB—SYV), B cpennem coctaBwiu 0.230 (Tada. 3).
Paznuuus B nnddepeHIUalM COTIacyOTCs C Ole-
HEHHBIM YPOBHEM TE€HETMYECKOro OOMeHa MeXIy
OOIMYISIUUSIMUA (HAaHHBbIE HE MPUBEACHBI), KOTOPLIA
o611 HanboJee BIcOK Mexxay GB u CH (Nm = 6.13),
M 3HAUYMTEIbHO HUXKe Mexay BL u SV (Nm = 1.17).
IToToK reHOB Ha BULOBOM YpOBHE — 2.7 MUTpaHTa Ha
MOKOJICHUE — TIOATBEPXKIACT MTOBOJBHO BBICOKYIO
MUTpanuio 1t pernoHa bemapycu.

KoppensammoHHBI  aHammM3  reorpaduIecKux
(log(1 + T'1)) u reHeTmyeckux aucTaHLM (uNeiP u
onocpenoBaHHo OPT) mexmy nomyssiiusimur (= 0.636
u 0.426 cooTBeTCTBEHHO, p > 0.05), a TaK:Ke Ha YPOB-
He UHOMBUAYalbHBIX pacTeHuii (ulNeiP, r=0.029, p =
= (.316) He BBISBIJI 3HAYMMOI 3aBricuMocTH ['P ot yna-
JIECHHOCTH B TIPOCTPAHCTBE, IIpeaIiosiaras, 4Yro 3TOT
dakTop He SBISIETCA OCHOBHBIM, OITPEHCIISIONIM
BaprabeIbHOCTb MEXKITY MOMYJISIIINSIMU.

Koppeasyus sxonoeuneckux xapaxkmepucmuk
Mecmoooumanuil, napamempos pa3eumust
u I'P nonyaayuii 1. lacustris

st obcenoBaHHBIX 03ep OOHapy>KeHa CUJibHas
Koppessausa napametpoB I'P 1. lacustris ¢ neBSITBIO
5K0JIOTO-MOP(MOJIOTUYECKUMU  XapaKTEPUCTUKAMU
o3ep u3 6osee ueM 20-ti usydyeHHbIX (ESM 8, puc. 2). B
nepuo, IpeniecTByomuii u3mepenusim I'P (2001—
2006 rr.) monynsuuu GB, CH u BL otHeceHnl K
rpynmne “ontumMyM”, a SV — K yTHETEHHOU TTOMyJIsi-
nuu [8] (ESM 2). OgHaKo 10 COBOKYITHOCTH ITOKAa3a-
TeJaeil reHeTMYecKoro pasHooOpas3us BL yruerena
HapaBHe ¢ SV (puc. 2), 4To BbIpaxkajJoch B COKpalle-
HUU OTHOCUTEJIbHOM YUCJIEHHOCTH BUa B 03. beioe,
3adukcupoBaHHoii B 2016 T. (ESM 2).

OBCYXIEHMNE

HMHTerpaabHas 3KOJIOro-TeHETUYEeCKasi OILICHKA
ySI3BUMBIX BUIOB akBadJIophbl KpaiiHe BaxkKHa ISl UX
coxpaHeHus. Hamu nokazaHo HapacTaHMe 3KOJIOTH-
yecKux yrpo3 i 1. lacustris B bemapycu B cBSI3u ¢ 3B-
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Tabauna 2. AHanus mosekyspHoit nucrniepcun (AMOVA) nonynsiuuit 1. lacustris

Jlrnarpamma
CrerneHb CpenHsist KomrmoneHrt
WcTouHuk Cymma OuddepeHunanus, ©,| pacnpeneaeHus
BapuabeJIbHOCTU cBOGOIEL, KBaJapaToB cymma Amcnepeu, p=0.0001 MOJIEKYJISIPHOM
df. kBaaparoB | Est. Var., % -
IHUCTIEPCUU
Mexny 1 81.573 81.573 2.468 (13.51) ORT =0.135
peruonamu (P)
Mexny 2 104.976 52.488 2.439 (13.36) ¢oPR =0.154
nonyssitusmu (IT)
BuyTpu 61 814.688 13.356 13.356 (73.13) oPT =0.269
nomyisuuii (BIT)
Ob1uee 64 1001.238 - 18.262 (100) -

Tpo(UpOBaHMEM BOIOEMOB. BEISIBIIEHHBIE (DIOPUCTH-
yecKre MHIUKaTopkl 3BTpodupoBanmst (ESM 4) moryr
HICIIOJIb30BaThCsl B IIPOTHO3MPOBAHUM HEXKeJIaTeIbHBIX
IJIsl BUIa U3MEHEHUI Cpelbl, MOATBEPXaask TaHHbIe
yarepatypsI [13].

IMonyyenHwslie Hamu nokasatenu I'P 1. lacustris Ha
IOXHOIi TpaHMIIe apeajia Ha BUIOBOM YPOBHE Ha OC-
HoBe RAPD- 1 ISSR-MapkepoB MOXKHO OILIEHUTh KakK
cpenHuit yposeHb (H, = 0.247), B T. 4. IO CPAaBHEHUIO
C COINOCTaBUMBbIMU JaHHBIMU, TPEACTaBIEHHBIMU
IUI1 Apyrux Isoetes HA OCHOBE JOMMHAHTHbBIX MapKe-
poB [17—22]. Ctout y4uTtbiBaTh, 4To I' P BO MHOTOM
ornpenensieTcss OUoJiorheid pa3BUTHUS U CIIOCOOOM
Pa3MHOXEHUS BUIOB B CBSI3U CO Cpeloii Mx oOuTa-
Hus [38]. Tak, noBoabHO HU3KHKE TToKa3ateau I'P 3a-
SIBJIEHBI JUIs1 AW- WA TeTparjiouoB, BereTaTUBHO
Pa3MHOXAIOIIMXCI WU C OTPaHUYEHHBIM Pa3MHO-
JKEHUEM CIopaMy BUAOB: TOJYITHUKOB u3 HoBoii
3enanguu 1. kirkii A. Braun u I. alpina Kirk (H, = 0.03,
RAPD) [21], I. sinensis T.C. Palmer B Kurtae (H, =
= 0.118, AFLP) u npyrux azuatckux suaos [17, 18].
Bonee BbIcOKMEe TTOKa3aTeqn XapaKTepHbI IJisl TeT-
panjaouioB U AUIUIOMIOB C MPEUMYIIECTBEHHO IO-
JIOBBIM padMHoOXeHUueM. sl cpean3eMHOMOPCKOTO
penukrta I. malinverniana Ces. et De Not (H = 0.263,
ISSR + AFLP; H=0.268, ISSR) u sHmemMuka amaso-
Huu I. cangae J.B.S. Pereira, Salino et Stiitzel (H, =
= 0.245, ISSR) nokaszarenu I'P cpemHero ypoBHs
CpaBHUMEI C TTOJIydeHHBIMU Hamu 111 1. lacustris [20,
22]. IlomuMmo ynciieHHoCcTH 1 ypoBHeit I'P, sxxmn3HeH-
Hast hopMa 1 Crocod pa3MHOXKEHMUs BUIa, BEPOSITHO,
OIPENESISIIOT TPU OCHOBHBIX CLIEHAPUST pacIipeeieHUs
TEHETUYECKON BapuaOeIbHOCTH IS TTOMYIITHUKOB.
1) I'P B ocHOBHOM (60—80% ) pacripeneneHo MeXIy Mo~
OyISUusiMUA, U MeHbInast yactb (20—40%) — BHyTpU
Hux (Bunbl u3 Asumu u HoBoit 3enannuu, 1. kirkiin 1. al-
pina, cM. Boie) [17, 21]. 2) Oxkono nojioBuHbl I'P
pacopeneneHo BHyTpu nonynsuuii (1. hypsophila
Hand.—Mazz. B Kutae; BeretaTBHO pa3MHOXKAIOIINI-
cs murutonn) [18]. 3) BombImHCTBO pasHOOOpa3ust 3a-
(GUKCUPOBAHO BHYTpU Tomyasiiuii (~68—85%) mist
1. malinverniana 8 Utanuu [20], 1. yunguiensis Q.F.
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Wang et W.C. Taylor B Kutae (mumionn, ¢ IIpermy-
IIECTBEHHO TMEPEKPECTHBIM  OIJIOAOTBOPEHUEM )
[17]), n I. cangae [22].

BuistBnennnsie mnst 1. lacustris B benapycn cpennmii
ypoBenb muddepermanyv (OPT = 0.269; F, =0.193) u
0oJIbIIIasT 10JIST BHYTPUITOMYJISILIMOHHOTO pa3HOOOpa-
3us (73.13%), B LIeJIOM XapaKTepHBI IJIST TTIePeKPeCT-
HO-OIbUISIEMbIX Y JJIMTEbHO XWBYIIUX BUAOB [38].
OOHapyXeHHbIi1 pazopoc rmokazatesneit I'P u ux 3Ha-
YUMasi CONPSI>KEHHOCTh C YUCJIEHHOCTBIO MOMYJISILINIA
(oOmne 1 ToAepaHTHOCTD, puc. 2, ESM 8) cormacy-
€TCSl C TIPUHSITHIM MOJ0XEHNEM, UYTO MaJIble Y U30JI1-
pOBaHHbBIE MOIMYJISIIUY HE MOTYT MOAIEPXUBATh 10-
CTaTOYHBIM MyJl pa3HooOpa3us, MO CPaBHEHUIO C
oompimmu [1, 2, 38]. Tak, mist 6oee KpyITHBIX 1 0113
KOpacHoJIoxXeHHbIX normyJisituii, Kak GB u CH (2 km),
KOTOPbIE COITIaCHO HAaIlMM NaHHbIM Structure u PT =
0.155 gBmsioTCd CyOITOMYJISIIIMSIMM, TTPOIIeCC HeIaB-
HEero pe3Koro CHUXXEHUsI YUCIEHHOCTU U BEPOSITHO
I'P (nis CH) 6ynet MeHee 4yBCTBUTEJIECH Oaromgapsi
VHTEHCUBHOMY T'€HETUUYECKOMY OOMEHY MEXIy HU-
mu (Nm = 6.13, ipu cpegHeM — 2.7 MUTpaHTa Ha T10-
KojeHue). CTouT oTMeTUuTh, uTo o3epa I1ydbokoe u
YepOboMbIcIo 000cO0JIEHBI ¢ MOMEHTA 00pa30BaHUs,
TUJPOJIOTUYECKHU HE CBS3aHbI U B HACTOSIIIIEE BPEMSI.
MeHbll1e U U30JUpOBaHHbIE TIOMYJISILMU — 03. benoe
(BL) u CButs3b (SV) — 6oJiee ysI3BUMBI 13-3a HEJOCTa-
TOYHOCTHA pecypcoB 3(P(PEKTUBHOIO HAKOIUICHUS W3-
MEHYMBOCTU (HM3KUiA ooMeH Nm = 1.17, skojorude-

Ta6auna 3. MaTpuiia monapHbIX 3HaueHUM quddepeHn-
auuu (QPT, Huxe nuaronanu; p < 0.007) u HeCMeIIeHHBIX
reHeTndyeckux nuctaniuit Heu (ulNeiP, Bbillle nuaroHaim)
nontynsiumii 1. lacustris

GB CH BL SV
- 0.043 0.133 0.147 |GB
0.155 — 0.081 0.085 |CH
0.254 0.151 - 0.075 |BL
0.313 0.250 0.259 - N
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ckue pucku, cHikeHue I'P) 1 kpaeBoii ToKaaIn3amum.
J1oBOJIbHO BBICOKUIT IOTOK TEHOB HA BUIIOBOM YPOBHE
(Nm = 2.7) ¥ OTCYTCTBUE M3OJISIUN PACCTOSTHUEM
MpeAIonaracT B U3yd4eHHOM perMoHe BKJIAM, MOJIOBOTO
Pa3MHOXEHUS 1 pacIpoCTpaHEeHUE CIIOp U YacTeit pac-
TEHUI1 Ha JaJbHUE PACCTOSTHUSI C BOBMOXHBIM y4acTH-
€M MUTPUPYIOIINX U MEePeIeTHBIX NTull. MOXHO 3a-
KJIIOYUTh, YTO OOHAPYKEHHBIN TUIT pacipeaciaeHus 1
CPaBHUTEJIBHO BBICOKME 3HAYEHUST BUAOBBIX IIOKA3aTe-
neit I'P BeposiTHO 00yCITOBIIEHBI OCOOEHHOCTSIMUA OMO-
JIOTWM Y pacceJIeHUS TOTYITHUKA 03¢ pHOTO: TeTePOCIIO-
POBOCTBIO, MTOJIOBLIM Pa3MHOXEHHEM 1 BBICOKOI IIO-
nmHOCThIO (10X), BoBIeUeHEM MaTepualia U3 IPYTUxX
reHepaluii orarogapst MHOTOJIETHEM SKM3HEHHOM (pop-
M€ U CIIOCOOHOCTBLIO CIIOP COXPaHSTh SKM3HECIIOCO0-
HOCTB B 03epax J0 JIeCcsITH JieT [24].

PermonanmsHag mnddepenumanusa n rpagueHT I'P
MEXIY CEBEPHBIMM U FOXKHBIMU TTOmyIsuusmu (~14%,
TabJ1. 2) coracyercsl ¢ pa3IMYHbIM MPOUCXOXKIEHU-
€M 3TUX 03ep (JIeTHUKOBbIE Ha CEBEPE U KapCTOBbIE
Ha 1ore). Takke 3TO MOXKeT yKa3blBaTh Ha HE3aBUCHU -
MO TIpOTeKalolllie pPEeruoHajbHbIe 3BOJIIOLIMOHHBIE
MpolecChl U HAaKOIUIEHWE aJalTUBHBIX MyTaluit
(BaXKHBIX MPU MPOTUBOCTOSSHUM PE3KUM U3MEHEHUSIM
KayecTBa cpefibl) [4, 5] 1 Ha BaXKHOCTh COXpaHEHUsI BCEX
KpaeBbix MecTooouTanuii (BL u SV, puc. 1), ocobeHHo
B CBSI3U C COBPEMEHHBIMM IMpollecCaMi U3MEHEHMUS
KJuMara.

BrrsgBiaeHHast conpsoKeHHOCTh 3po3uu I'P moyin-
HHKAa CO CHUXKEHUEM YUCJIEHHOCTH ¢ 00HOIU CIMOPOHbL,
1 KayecTBa Cpeldbl ¢ dpyeoii, Jiydille OObSICHSIIA CHU-
JKeHUe OOlIe YCTOMYMBOCTU MOIYJISILIUU, YEM BCe
ot (pakTopsl o otaeabHOCTU (ESM 3, ESM 8). Ta-
KM o0pa3oM, 11 1. lacustris oOHapy»KeHa B3alMOCBSI3b
“rmMutupylomue ¢GakTopbl — YUCICHHOCTb <> ['P”,
MOATBEPXIAEHHas IUist Apyrux Buaos [39]. ITonyyeH-
Hble HAaMU JaHHbIE B COBOKYITHOCTU MO3BOJISIIOT UC-
noyb3oBaTh I'P kak 0Oojiee 4yBCTBUTEIBLHYIO MeEpPY
YUCJIEHHOCTH BMIa, a WUHTETPAJIbHBIN aHaJIu3 BCEX
KOMITOHEHTOB KaK (OYHKIIMIO JJIs1 BBISIBJICHUST TMMMU -
TUPYIOIIUX (haKTOPOB.

st pa3paboOTKM cTpaTeruii COXpaHEHMs BUIA
Tak>Ke BaxkHa MH(OpMAaIIKs O €ro pacCeJIeHUN Ha 1C-
ciienyemoil Tepputopuu. ITo COBOKYITHOCTU THUIPO-
JIOTMYECKMX IOKa3aTelIeid U THIIOMETPUH 03ep, a TaK-
Ke aHaJm3a repoapHbBIX COOPOB, MBI MPEIIIOIaracMm,
YTO paHee MECT JIJIsl OOUTaHUS TTOJIYIITHHKA 03€PHOTO
Ha TeppuTopum benapycu ObL10 O00JbIlIE, Y4eM B Ha-
crosmiee Bpems. Ilo dparmMeHTapHBIM HaxoaKaM
criop I. lacustris MecTa TIpou3pacTaHUsI 3TOro BUIA
OTMEUEeHBHI B I0oro-3amnagHoM peruoHe bemapycu [40],
BHU oOMTaeT M IoxKHee, HAa YKpauHe [41]. C yuyeTom
MosIBJIeHUsI Buaa B Tipenaeiax Kojbckoro m-osa B
muarmaszoHe 12.0—10.0 TeIC. KaJIMOpOBaHHBIX JIET Ha-
3an (Kai. J1.H.) [42], nosBneHue 1. lacustris B peTuoHe
Bbenapycu npenmnosnaraercsi co BpeMeHU (popMUpOBa-
HUS 03ep, HauMHasl ¢ ~13.5 THIC. KaJll. JI.LH. B perMOHEe
IMoneces (B.I1. 3epHuiikas, nepc. coobir.). Crmocob-

HOCTb BUJIa MUTPUPOBATh Ha JaJIbHUE PACCTOSIHUS 1
paznuuus ypoBHeil I'P B pasHbIX reorpaduyeckux
TOUYKax JaeT BO3MOXHOCTh IIPEAIIOJIOXUTh, YTO Ma-
JIOYMCJICHHBIC M30JIMPOBaHHbIC NToITyssuun 1. lacus-
tris Ha 10T€ pecIyOJIMKU, OObeIMHEHHBIC MTPOTpaM-
Moii Structure B oqyH KJIacTep, IPEACTaBIISIIOT COO0I
PENUKTHl MO3THEISIHUKOBOIO IIEpUOOA, 3acCelIMB-
III1MeCs BEPOSITHO U3 pedyruajbHbIX 30H HA TEPPUTO-
pun perrnoHa. M XOTs1 HalllM METOIBI B IIOJIHOIT Mepe
HE MO3BOJISTIOT PACKPHITHh BCIO NCTOPUYECKYIO KAPTUHY
pacceJieHusI BUuaa, KOCBEHHbBIE 10Ka3aTe/IbCTBA — BPEMSI
BO3HUKHOBEHMSI 03€p, CIOPAIUIECKHE JIOKAJIBHEIE I10-
MYJISILIMA HA I0T€ PETUOHA, MX MAJIOYMCIICHHOCTh M HU3-
Kuii ypoBeHb I'P, mo3BoistioT nmpenroaraTh, YTo I0XK-
HBbIE ITIOIYJISILMU CTapllle, YeM WX CEBEepHbIC COCEIIU.
CorracHo ypoBHSM M pacnpeneiaeHuio I'P, Mb1 mpen-
rmojaraeM, 4To Mo Mepe OTCTYIUICHUS JIEAHUKOBOTO
II1TA, IOCJIEICIHUKOBOE pacce/icHUE BUIA B Ipee-
Jax benapycu MoOrIo IIpoucXoauTh U3 I0XXKHBIX BOIO-
€MOB B CEeBepHYylIo ee JacTbh. Ilocne popmupoBaHus
MOITYJISILIUIT IToJTyITHUKA B o3epax [1oo3ephbst Ha ceBe-
pe pecIyOJMKM — peTMOoHe IOCISIHETO OJIeIeHeHNSI,
MEXIy MOMyJISIIUSIMU ceBepa 1 rora (a BO3MOXHO U
COIIpeNeAbHBIX TEPPUTOPUIA) TIPOIOJIKUIICS TeHETU-
YeCKMii 0OMeH, CIIOCOOCTBYIOLIMI yBeandeHuio I'P,
YTO TakKXkKe MOXKET OOBSICHSITh HaJlMuMe LIEHTpa CO-
BPEMEHHOIO pacHpoCTpaHEeHMsI BHAa B IIpeAeliax
benapycu Ha ceBepe pecnyonuku. BmecTte ¢ TeM cpen-
HUT ypoBeHb IUddepeHIIMal, TOBOPUT O CPaBHU-
TEJIbHO HedaBHEl (pparMeHTAlluM WIW YHUYTOXECHUN
MPUTOOHBIX I OOMTAaHUS BUAA MECT, BCICACTBUE aH-
TPONOTeHHOM TpaHCc(oOpMalli, BEPOSITHO MacIlTab-
Hoi Meymmopatmu B 20-x 1 50—60-x rr. XX B. 1 3KC-
TEHCHUBHOTO CEJIbCKOI'O XO3SIIACTBA.

3aknouenue u cmpamecuu OXpanvl

CHMXeHMe Ka4ecTBa BOJHOM Cpelibl YHUKAJIbHBIX
OJTUTOTPOGHBIX 03€p MOBCEMECTHO B EBporie BeaeT K
IpaMaTUYECKUM ITOTEPSIM YUCIASHHOCTH ITOIYJISIIINIA
MOJYIITHUKA 03€pHOI0 MJIN TTOJTHOM ux yrpare. B bema-
pycH, Tlie TPOXOIUT FOKHAsI TPAaHMIIA PACITPOCTPAHEHUS
1. lacustris, yrpo3a Jij11 ICYE3HOBEHMS BUIA 3aKJII0YAET-
Cs1 BOCHOBHOM B HapaCTaHUM 3BTPO(HUPOBAHUS BOIOE-
MOB: BUJI 1c4e3 B IpuMepHO 17% MecT mmpou3spacra-
HUI 32 HECKOIbKO aecaTwietuii. Cpeau HUX 03€pa,
MOABEPraloIInecss KOMILJIEKCY HEraTUBHBIX BO3IEii-
CTBUM B CBSI3U C XO3SIHUCTBEHHOM NEATEIIbHOCTHIO
apeHJIaTOPOB BOAOEMOB (TYPUCTUYECKUIA KOMILIEKC
“Kpacnsbiit bop”, 03. benoe Jlo6ponecsl) Win BbI-
COKOI1 peKpeallMOHHOI Harpy3koi (o03. benoe, Msi-
IelbCKUii p-H) [7, 8, 16]. [ToayuyeHHbIC JTaHHBIE UME-
IOT BaXKHO€ 3HAYEHMUE [JISI MPAKTUYECKON OXpaHBbI
BUIIa Ha TIpelesie paclpocTpaHeHus. B yacTHocTH,
BBISIBJIEHO JTOCTOBEPHOE BIIMSIHUEC JTUMUTUPYIOIINX
(¢aKkTOpOB, CBSI3AaHHBIX C MPUTOKOM BEILECTB U 3a-
rpsiI3HEHVEM BOJI (A30THBIMU U (pOCHOPHBIMU COET-
HEHUSIMU), CHIDKEHUEM ITPO3PAaYHOCTH U YBEIMYCHUS
pH BomHOIT cpensl Ha YncIIeHHOCTL 1 ypoBHU [P miormy-
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isoait 1. lacustris, a Takske HA IIPUCYTCTBUE BUIOB (DUTO-
WHINKATOPOB 3TUX COCTOSHUM. 1o MpOMCXOXIEHUIO
JIAHHBIE YTPO3bl B OCHOBHOM aHTPOITOT€HHOT'O XapaKTe-
pa: IPUTOK 3arpsi3HEHMIi, peKpealys, MeJIuopalus,
W3MEHEHUE YPOBHSI MOBEPXHOCTHBIX UM TPYHTOBBIX
Box (ESM 9).

ITo COBOKYITHOCTU 3KOJIOTO-TeHETUYECKUX TaHHbIX
MOXKHO 3aKJIFOYUTb, YTO HECMOTPSI Ha TO, UTO HA BUJIO-
BOM YPOBHE COXpaHsIeTCs1 OJIaronpUsITHbIN OalaHC re-
HETUYECKOTO Pa3HOOOPa3Usl, COMPSKEHHOCTD €ro Mo-
TEpU C BO3JAEUCTBUEM HETaTMBHBIX aHTPOIOTE€HHBIX
BO3IECUCTBUI MPENIIONAracT CHUXKEHNE SBOJTIOLMOH-
HOTO MOTeHIMala BUJa U AajibHeillliee coKpalleHue
qycjia ero MeCTOOOMTaHUM Ha TepPUTOPUU pecyO-
Juku. Bce m3ydeHHBbIe MOMYJISLUUU YHUKAIBHBI 110
CBOMM FeHETUUYECKUM XapaKTepUCTUKaM, MOIBEpKe-
HBI OOMEHY TeHeTU4eCKO nHpopManueil (CpeqHui
ypoBeHb Nm 1 TIoJpa3feeHHOCTH, 0oJbliiasi 4acTh
I'P nmpuxonsiTcs Ha BHYTPUITOMYJISILIMOHHBINA YypoO-
BEHb) M BHOCSIT BaXXKHBII BKJIall B OOIIIEE COCTOSTHUE
reHooHaa Buga. CoxpaHeHUE KaXXIOou MOMyIsSLAn
BUJA M MecTa Mpou3pacTaHUsl — 3agadya IPUpoOIo-
OXPaHHOW MPAKTUKU in Situ. YCIEUIHOCTbh MEP OXpa-
HbI MOXHO MOBBICUTb MPY UCMOJIb30BAHUN UHIUBU-
JIyaTbHOTO TIOAXOJa, OCOOEHHO ISl CHMXKAIOIIMX
YUCJIEHHOCTb MOMYJSLUI (B T. U. OpraHU3aLMs 3aI10-
BEIHOM 30HBI, COXpaHEHHE T'UAPOJOTMYECKOro pe-
JKMMa 03ep, CHUXEHHE aHTPOIOTreHHON Harpy3ku;
cm. ESM 9). PazButne HaydyHO 00OCHOBAHHBIX ITPO-
IpaMM IIO ex Situ COXpaHEeHUIO BuIa (co3maHue 0aHKa
CIIOp U3 BCEX M3BECTHBIX MECTOOOMTAHUIA IJIs HAW-
OoJTbIIIETO 0XBaTa TEHETUYECKOTO pa3HOOOpa3usl BU-
Jla, pa3MHOXeHWE pacTeHUI B aKBaKYJbType JJIsl MO~
clienyrouieii penatpuaunu [24, 43, 44]) OyneT cro-
COOCTBOBaTh MOBBIIIEHUIO 1IAHCOB Ha YCTOMYMBOE
pa3BUTHE U COXpaHEHME KaxXJoW momyiasuuu (CM.
ESM 9). DkoJsioro-reHeTu4ecKuii MOHUTOPUHT MO-
MyJISILMi U ux paHxxupoBaHue 1o I'P o6ocHoBaHbI Ha
BCEX BTarlax in Situ v ex sifu COXpaHeHUs BUAA, B T. Y.
ISl TPOTHO3UPOBAHUS TMHAMMKU Pa3BUTUS MOITY-
JISILIMI TTOJyIITHUKA, TIPU JIDObIX MAaHUMYJISILUSIX T10
BOCCTaHOBJICHMIO TTOITysiiuii [45]. [lepcrieKTUBHBI-
MU HCCJIEAOBAHUSMM, BaXKHBIMU IJISI COXpPaHEHUS
MOJIYIIHUKA O3€PHOT0, SBISIOTCS PEKOHCTPYKIIMS
¢unoreorpacduu 1 ICTOPUYU NOCTAETETHUKOBOTO pac-
ceJieHUs BUIa, paclliMpeHUe CIHUCKa UCCIEAyeMbIX
MeCTOOOUTaHUl, WACHTU(UKALIMS TEeHOB, OTBET-
CTBEHHBIX 32 NMIPUOOPETEHHBIC adanTallMi K U3MEHe-
HUSIM OKpY3Katollleii cpeibl.

ABTODBI TTpU3HaTEIbHEIL: K. 0. H. B.C. [TaHKpaTOBY
U pEeLIeH3EHTY 32 BHUMAaTEJIbHOE MPOUYTEHNE PYKOTH -
CU U LIeHHbIe 3aMevyaHusl, K. T. H. B.I1. 3epHuiikoii 3a
Ba>kKHbIE KOMMEHTapUH MO pacceSIeHUIO BUIA.
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Hacrosimas ctatesa He COOCPXKUT KaKUX-JI100 1cC-
cJIeOBaHUI C UCIIOJIb30BaHUEM B KauyeCTBE OOBbEKTA
2KMBOTHBIX.

Hacrosias craTbs He COOCPKUT KaKuX-JI1bo uc-
CJICIOBAHUM C yY4aCTUEM B KaA4€CTBEC 00BeKTa JIIONEH.
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Ecological and Phytocenotic Differentiation, Genetic Variability and Structure

TEHETHUKA

of Natural Populations of the Relict Species of Aquatic Flora
Isoetes lacustris L. in Belarus

N. B. Vlasava® *, A. N. Yukhimuk?, M. A. Dzhus?, M. S. Tukhfatullina‘, and B. P. Vlasov’
“Central Botanical Gardens of the National Academy of Sciences of Belarus, Minsk, 220012 Belarus
bBelarusian State University, Minsk, 220030 Belarus
*e-mail: nastassia_vlasova@yahoo.com

Using RAPD and ISSR systems the genetic diversity and population structure of Isoetes lacustris L. on the
southern border of its range in Belarus, the relict species of aquaflora, confined to oligotrophic lakes and
drastically decreasing in Europe, were studied. For four studied populations in total 127 markers (90.6% poly-
morphic, 106 informative) were revealed. At the species level genetic variability parameters comprise: H, =
=0.247, P, = 100%, I = 0.390. The average level of subdivision (pPT = 0.269, p > 0.001; F; = 0.193, p =
> 0.0001) and gene flow (2.7 migrants per generation) were revealed. A larger proportion of the variability
(73.13%) falls on the intra-population level, 13.36% between populations, and 13.51% explains the difference
between regions (southern and northern populations). The ranging of populations by genetic diversity (H, =
0.063—0.243; P, = 17.92-93.4%; I = 0.095—0.379) and identification of individual loci determines unique-
ness of each population and significance in conservation programs. A decrease of the level of genetic diversity
in the small isolated populations in combination with limiting factors (natural — the southern limit of distri-
bution, anthropogenic — eutrophication and changes in the lake regime) are of high risk for the development
of populations and the distribution of the species in Belarus. Using integrated analysis of ecological and phy-
tocenotic characteristics of habitat, level and structure of genetic variability of its populations measures for in
situ and ex situ species conservation were proposed.

Keywords: Isoetes lacustris, environmental parameters, RAPD, ISSR, genetic diversity, border of the range.
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Metonmom SNP-ananuza ¢ nomoiisto maHenu iSelect90K usyyeHo reHeTuyeckoe pasHooOpasue JUHUIA
CUHTETUYECKOM reKCaruIOnIHOM MIIIeHUIIBI, TIOJydeHHBIX B yHUBepcuTeTe Knoro (SImoHust) B pe3ysbrare Tv-
Opuam3anuu copta TBepaoit muenutbl Langdon ( Triticum durum, 2n = 4x = 28, BBAA) c ob6pastamu Aegilops
tauschii 2n = 2x = 14, DD) pa3anmyHOro 3K0JI0ro-reorpadrnIecKoro mporucxXoXIaeHsI. Y pOBeHb TCHOMHOM Ba-
puabeIbHOCTH OLIEHMBAJIY MO 3HAYEHUSIM T'eHeThueckurx paccrosiHuii Emma (Efficient Mixed-Model Associa-
tion) u reHOMHOI1 MaTpuibl poacTtBa (G). 'eHeTnueckoe pasHooOpa3ue reHoMa D CMHTETMYeCKIX JIMHUIA
Ha 50% Bbllle, YeM y reHOMOB A 1 B. Han6Gomblunii reHeTUYecKuit moJTuMopdu3M oTMedeH y TuHuur Lang-
don/Ku-2105 u3 nposunuuu [lexneBu Ha 1oxxHOM nobepexbe Kacnuiickoro Mmopst u niuauu Langdon/Ig
131606 n3 Kbipreizctana. MeHBIIMM T€HETUYECKUM pa3HooGpa3ueM 1Mo D-reHoMy OTJan4aanuch JUHUU U3
Munun (Langdon/Ig 48042), nposunumit Upana Capu u bansoycap (Langdon/Ku-2088, Langdon/Ku-2093,
Langdon/Ku-2096) u Typkmenucrana (Langdon/Ig 26387). Takum 06pa3oM, BOBJIeYeHE B THOPUIN3AIINIO
CUHTETUYECKUX TeKCaIJIOUIOB TIIEHUIIBI HA OCHOBE 00pasLioB Ae. fauschii n3 paiiona Kacrniickoro 6acceifta
MO3BOJIUT PACHIUPUTh TEHETUYECKOE Pa3HOOOpa3re COPTOB IMILEHULIbI U MOBBICUTH 3(D(MEKTUBHOCTH UCTIOJIb-
30BaHUs TeHETUYECKUX PECYPCOB.

Karouesbie crosa: TUHUSI CHHTETUYECKOM TeKCAIUIOMIHOM NIeHUIIBI, Ae. tauschii, SNP-n1okycel, reHoM D,

reHETUYECKOE pasHoOOpasue.
DOI: 10.31857/S0016675821020089

HMcnonb3oBaHue MOTeHLMANa CUHTETUYECKMUX
reKcaruIionIoB Ha ocHOBe arujonca Tayimma (Aegilops
tauschii Coss., reHoM D) nokazano cBoro 3¢pheKTuB-
HOCTb B CEJISKIIUU JIJIsI paCIIMPEHUsI TeHETUYECKOTO
pa3zHOOOpa3us, ITOBBIICHUSI aJallTUBHOCTU M ypPO-
KaifHOCTH copTOoB IieHu1s! [1]. Bosee 62 copToB Iiie-
HULIBI, TTOJIyYEHHBIX HA OCHOBE CUHTETUYECKUX (hOPM,
YCIIEIITHO BHEIPpEeHbI B IPOM3BOACTBO 150 cTpaH Mupa u
WX 9MCIIO CTPEMUTEITBHO pacteT [2, 3]. OcHOBHOE TeHe-
TUYECKOE pa3HoOOpa3ue BUna Ae. tauschii cocpenoTo-
YeHO Ha TEppPUTOPUHU, IPOCTUpPAIOLIeiicsa OoT 3aKaB-
Ka3bsl 10 BOCTOUHOTO modepexbs Kacrmmiickoro Mmo-
ps B Upane, or LlentpanbHoro Mpana no Kutas. B
ob1eit cnoxHoctu 6osee 600 o6pa3ioB Ae. fauschii
n3 20 cTpaH MUpa OBIJIM BOBJICYCHBI B CEJIEKIIMOHHBIC
MpOTpaMMBbl TIyTEM WHTPOrPECCUBHON TMOpUaM3a-
UM WIA CKPEIIUBAHUSI C CUHTETUYECKOMN MIIIEHU-
neit [4]. Hambonee mmpokoe MpuMeHEHUE TeHETH-
YeCKOro MaTepuaja CUMHTETUYECKMX TeKCaIllIOUIO0B
CIMMYT nanuto B Knrae, roe 8 2003—2005 rT. co-
37aJT YeThIpe copTa, OAuH 13 KoTophix Chuanmai 42

[5]. Ha ocHOBe 3TOro BBICOKOYpPOXKailHOTO copTa,
YCTOMYMBOTO K KEJITOM psKaBUMHE, ITOIydeHO 12
KOMMEPYECKUX COPTOB MILEHULIBI [6].

INoBrimenne 3(pHEKTUBHOCTH U TOYHOCTU OTOO-
pa CeJIeKIIMOHHOTO MaTepuajia ¢ LIEHHbIMU WUHTPO-
IPECCUSIMU OT CUHTETUYECKUX T'eKCAIUIOUIOB SIBIISI-
€TCs1 BaXKHOI 3agadeil 1Ji1 MapKep-OpUEeHTUPOBaH-
HOM cejeKuuu. IIepBBIM IIaroM Ha MYTW PELICHUS
TAKOM 3a1aYd CTaJIO CO3AAaHME KAPTUPYIOIIEH TTOMmyIsi-
muu ITMI (International Triticeae Mapping Initiative),
MOJTyYEHHOI TTyTeM rudopuausanmu copta Opata 85 u
cuHTeTUYecKoro rekcaronna W7984. C moMOLIbIO
Kaptupymouieil momnyiaauuu ITMI Obutn BBISIBIESHBI
QTL, B ToM umncie D-reHoma, omnpenessiioniue Xo-
3MCTBEHHO LICHHBIE ITpU3HaKu [7, 8].

SNP-10Kychl (OTHOHYKJIIEOTUOHBIA MOIUMOP-
¢uzm) Onarogapsi paBHOMEPHOMY paclpeeIeHUIO
M0 BCEMY reHOMY (OAHa OQHOHYKJIEOTHIHAs 3aMeHa
Ha 99 map HYKJICOTHAOB) MOCIYKWJIN OCHOBOI IS
pa3paboOTKM TIaTHOPM ITOTHOTEHOMHOTI'O TEHOTUTTN -
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poBanus [9]. Tak, B KuTaliCKOi aKaaeMHU CEILCKO-
xo3sicTBeHHBIX HayK (CAAS) OBIJIM UCITOJIb30BaHBI
JAHK-gumsl, cogepxamiue 600 K SNP, mis ugeHtu-
dukanmm QTL, KOHTpOIMPYIOIMIMX YHCIIO 3epeH
[10]. CpaBuutenpHo HegaBHo n3 JHK-unnos 35 K,
90 K m 660 K otoopano 700 u 1000 SNPs ¢ BeICOKOI
CTEIIEHbIO NMEeTEKTUPOBAHMS IJIsI KOHCTPYWPOBAHUSI
yunoB 15 K 1 50 K (Triticum TraitBreed array) [11].
Ananu3 nonumoppusma JIHK c momompio SNP-
MapKepOB YCHEITHO HUCITOIb3YETCS B MCCASIOBAHMIX
M0 H3YYEHUIO TEeHETUYECKOIo pa3HooOpasus, IO
JHK-mmacnmoptuzanimu KOMMEpYECKMUX COPTOB TIIIIE-
arOE, KaptupoBaHuio QTL m metomy GWAS [12].

KonuuecTBeHHO reHeTUYEeCKOe CXOACTBO COPTOB
MOXHO M3YYUTH C IIOMOIIBIO0 KO3 (DUINEHTOB POI-
cTBa. BKiIloueHUe B TMOpUAM3ALIAIO POAUTEIILCKUX
¢dopM ¢ HM3KUMHU KO3(PPUIIMEHTaMU POACTBA BHI-
3bIBaeT OoraThiii hOpMOOOpPa30BATEIbHBIN IIPOLIECC
1 YBEJIUMYMBAET JOJIIO0 TeHETUYECKOM TUCTIEPCUU KO-
JIMYECTBEHHBIX NPU3HAKOB B TMOPUIHOM ITOTOM-
ctBe [13]. B celleKIIMOHHBIX TporpaMMax, Hapsay C
aHaJIM30M TeHeaJloTMYeCKMX INMpoduieii, MPOrHo3
TeHOMHOTO POJCTBA BO3MOXEH 3a CYET UCIOJIb30Ba-
HUSI HEPAaBHOBECHOTO CLICIICHUS JIOKYCOB KOJINYe-
ctBeHHBbIX Tipu3HakoB (QTL) m SNP-mapkepos,
IUIOTHO OXBaThIBAIOIIUX BeCh reHoM. JJaHHbie SNP-
TeHOTUITMPOBAHUS 3D (DEKTUBHEI TSI BHISIBJICHUSI Te-
HETUYECKOM ILIEHHOCTU POAUTEIbCKUX (HOPM, YTO
I03BOJISIET MOBLICUTh BEPOSITHOCTH OTOOpA LIEHHBIX
TEHOTUIIOB B THOPMIHBIX ITOITYJISIINAX [ 14].

OueBUIHO, YTO IIPUBJICYCHNE B CEJIEKIIIO CUHTE-
TUYECKOM IIIIEHULIbI, UMEIOIEN O0bIlIee FTeHeTUYe-
CKOoe pa3zHOooOpa3re B CpaBHEHUU C KOMMEPUYECKUMU
COpTaMU IIIISHUIIbI, TO3BOJISIET IIPUBHECTU B CEICK-
LIMOHHBIMA MaTepuayl HOBble ajuieau reHos [15, 16].
OnHako, HECMOTPST Ha MPOBEACHHBIE MCCICTOBaAHUS
10 TEHOTUIIMPOBAHUIO CUHTETUYECKOM ITIIISHUIILI 1
0TOOpY T€HOTUIIOB IO JIOKYyCaM KOJMYECTBEHHBIX
MpU3HaKoB [12], MOMCK MCTOYHUKOB IJIsI paciinpe-
HUSI TEHOTUITMYECKOTO ITOTEHIIMAaIa COPTOB MIIEHU -
IIbI ¥ CO3[IaHNEe Ha X OCHOBE MCXOMHOI0 MaTepualia,
YCTOWYMBOTO K HETaTUBHBIM aOMOTUYECKUM U OUO-
TUYECKUM CTPECCOBBLIM (haKTOpaM B CBSI3U C IIpo0JIe-
MO MOTEIJICHMsI KJIMMaTa U Bo3pacTaHUeM MHMEK-
IIMOHHOU Harpy3ku, BeCbMa aKTyaJIbHbI B CEJICKLIH
MIIeHUIIEL.

Iens nccnenoBanuii — SNP-aHanu3 TuHUIA CUHTE-
TUYECKOM ITIICHUIIEI C TEHOMOM Ae. tauschii pa3maIHOro
9KO0JIOro-reorpaduueckoro MporcxXoXIeHUs U Bbljiesie-
HUE WCTOYHMKOB IJISI PACILIMPECHUS TEHOTUITMYECKOTO
MOTEHIIMAJIa COPTOB MIIICHULIBI.

MATEPUAJIBI U METO/ bl

Owmckum I'AY npu corpynHudectse c CIMMYT B
yHuBepcutete Nebraska-Lincoln (CIIIA) nmpoBeneHo
reHOTUITMpoBaHue 143 00pa3loB 13 KOJUIEKIIMOHHO-
ro nutoMmHnKa OMoHI'AU, BKmogaroniero 13 nuHMit
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CHUHTETUYECKOI Te€KCAIUIOMOHON IMIIEHUIIBI SIIOH-
ckoro yHuBepcuteta Kuoto [17]. CuHTeTHUeckKue
JIMHUU YHUBepcuTeTa KoTo mosydeHsl B pe3yJIibTaTe
TUOpUON3AIIMKM copTa TBepmoi mimeHnubl Langdon
(Triticum durum, 2n = 4x = 28, BBAA) ¢ o6pa3zuamu
Aegilops tauschii (2n = 2x = 14, DD) pa3in4HOro 3Ko-
JIOTO-reorpadrIecKoro mporucxoxaeHus (tTada. 1) u3
KoJuteKIuM yHuBepcutera Kmoro n MexxmyHapoaHo-
ro LEHTPa CeJIbCKOXO3SIMCTBEHHBIX MCCJICIOBAHUI B
3acynuBbIx pernoHax ICARDA (International Cen-
ter for Agricultural Research in the Dry Areas) [18].

SNP-ananauz. B LleHTpe TeHEeTUUYECKUX PECYpPCOB
yHuBepcuteta Nebraska-Lincoln (CIIIA) npoBeneH
SNP-anamm3 143 oopa3uoB nuromHuka OMoHI'AU ¢
nmomolibio maHenu iSelect90K, comepxkamieit 81587
SNP, c oxBaTOM XpOMOCOM Tpex reHOMOB. Briaese-
ane reHomHo# JIHK mpoBoanim Hadopom BioSprint
96 (QIAGEN, Valencia, Kanmudopnust, CILA) B co-
OTBETCTBUM C MHCTPYKUMSIMU IIpOou3BoauTesa. Me-
tox GBS BrinmotHeH Ha ocHOBe npoTtokona [19]. Co-
30aHWe OMOJIMOTEK T€HOTUITMPOBAHMS ITOCJEIOBa-
tenpbHOCTEN JIHK mipoBOommimoce ¢ mpuMeHeHUWEM
PECTPUKIIMOHHBIX 9H3UMOB Pstl u Mspl. UnenTuduka-
st SNP-JIOKyCOB ocCyllleCTB/IEHa C MCITOJIb30BaHUEM
nporpammbl TASSEL v. 5.2.40 [20], GBS v. 2 Pipeline
[21] 1 dusmuecKoit KapThl pedepeHCHOro TeHOMA IIIIIe-
Hubl or International Wheat Genome Sequencing
Consortium (IWGSC, RefSeq V1.0, 2017 r.)

CmamucmuuecKull aHaAu3 2eHemu4ecKo20 pasHo-
obpasus. YpoBeHb TCHOMHOI BapnabGeIbHOCTH Olle-
HUBaJIM 110 3HAYEHUSIM TeHETUYECKUX PACCTOSHUIA
Emma (Efficient Mixed-Model Association) [22] u
reHomMHoM MaTpuiibl poactBa (G) [23] B oboouke
R-Studio ¢ ucnonb3oBaHMEM ITaKeTa TMPUKJIIATHBIX
nporpamMm GAPIT 3.0 (Genomic Association and
Prediction Integrated Tool) [24].

BeluncieHre TeHeTUYEeCKUX PACCTOSTHUIA IO Me-
tony Emma npoBoauiu no ¢gpopmyiie:

y=XB+Zu+e,

rie y — BEKTOP MOy ISIHUOHHBIX 3¢ (}eKTOB; 3 — BeK-
TOp (PUKCUPOBAaHHBIX 3PPEKTOB, U — CIIyIaHBIN
3¢ PeKT cMelTaHHOM MOJIEJIN; € — BEKTOP CIIyJalfHBIX
apdexToB; X — MaTpulia GUKCUPOBAHHBIX 3D deK-
TOB; Z — MaTpulla MHIMAEHTHOCTU CIy4yailHbIX (-
¢deKTOB.

Pacuetr reHOMHOIA MaTpullbl POICTBA MPOBOIUIN
Mo aJropuT™my, paszpadoraHHoMy P.M. VanRaden
[23], (meTox 1) 10 hopMmyie:

6=

2> p(-p)
rae: Z= M — P (matpunia SNP acpdexToB); M — mart-
pulia pasMepoM # X m (4UCSIO ocobeii Ha YUCIIO JIo-
KYyCOB), COCTOSIIIIas] U3 3JIEMEHTOB — OLIEHOK TOMO3M -
TOTHBIX M T€TEPO3UTOTHBIX JIOKYCOB, MPUHSITHIX 3a:
AA =1, AB = 0, BB = —1; P — Bekrop-cToJioell,
MpPEeACTaBISIONIMU YIBOEHHYIO CYMMY T€T€pPO3UTOT-
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Tab6aumna 1. CuHreTnyeckue IMHUU yHUBepcuTera Kuoro

CuHTeTUYeCKast TUHUSI l'lpoucxome.}.{vre Honsun .
Ae. tauschii Ae. tauschii
Langdon/Ku-2105 IlexneBu, Upan typica
Langdon/Ku-2092 Bbabynncap, Upan strangulata

Langdon/Ig 131606
Langdon/Ig 48042
Langdon/Ku-20-9
Langdon/Ku-2079
Langdon/Ku-2100
Langdon/Ku-2096
Langdon/Ku-2088
Langdon/Ku-2075
Langdon/Ku-2093
Langdon/Ku-2097
Langdon/Ig 126387

Tanac, Keipreizctan
Jxammy-Kammvmp, Uamust
Bbabynncap, Upan
Anbsidban, Upan

Pamcap, Upan
Bbabynbcap, Upan

Capu, Upan

babynecap, Upan
babynscap-Yanyc, Upan
babynbcap, Upan
Airxa6an, TypkMeHHUCTaH

He usBecteHn
He usBecten
strangulata
strangulata
meyeri
strangulata
strangulata
strangulata
strangulata
typica

He usBecten

IMpumeuyanue. KU — Plant Germ-Plasm Institute, Faculty of Agriculture, Kyoto University; Ig — International Center for Agricultural

Research in the Dry Areas (ICARDA).

HBIX MapKepoB (JIOKYCOB) WX YacToTy BToporo SNP
ayutens, rae i = 2(p;— 0.5); p;, — vacrora i-ayens SNP
(A mwmm B) niist j-To copra.

IMocTpoeHue neHaporpaMMbl HA OCHOBAaHWHU TaH-
HBIX SNP-aHanm3a BBIITOTHEHO C ITOMOIIBIO MPO-
rpamMmbl SPSS Bepcum PASW Statistics 20.0 (IBM,
CLIA).

PE3VJIbTATDBI

B pesynbrate SNP-aHanmn3a y CHHTeTUYECKUX JIU -
HuUit yHuBepcutera Kuoto uIeHTUHUIMPOBAHO
47525 SNP-nokycoB. M3 manHoro Habopa JMHUI
BBISIBJICHBI pazinuus 1o 15553 SNP. M3 15553 noky-
coB — 411 ¢ OTCYTCTBYIOIIUMHU TaHHBIMU (60Iiee 2%)
ObUTM MCKJIIOYEHBI W3 aHaiau3a. PacnpeneieHue
15142 SNPs mexny reHoMaMu ObLIIO CIEAYIOIINM: A-,
B- u D-reHombr umenu 3517 SNPs (23.2%), 3858
(25.5%) n 7767 (51.3%) cootrBeTcTBeHHO (puC. 1, 2).

Yuciao SNPs Ha xpomMocoMy BapbUpoBaio oT 385
(4B) mo 1484 (7D). Pacnipenenenne SNPs Mmexay A u
B reHomamu OBLIO0 MpaKTUYECKU PaBHBIM, TOTIA KaK
nommMopdu3M renoma D 6bu1 Ha 50% BEIIIE, YEM Y
reHoMoB A u B. OnpenesieHbl MoKa3aTeIu reHeTU4e-
CKUX PacCTOSIHMI C UCITOJIb30BaHMEM MeToga Emma
Y TEHOMHOM MaTpUlIbl poacTBa (Tabi. 2, puc. 3).

CuHTeTHYeCKUE TUHUU, IOJYYESHHBIE C y4acTUEM
00pa3uoB Ae. tauschii n3 nposuHumnii Mpana Pamcap
u bansoycap, a Takke n3 Komwtekunu ICARDA nMme-
IOT HauOOJbIllee TeHETUYECKOe CXOACTBO (IOKa3a-
TeJIb TeHETUYECKOro paccTostHus o Emma coctaBut
0.86, mmm 86% o6mux SNP) u o6benuHEHBI B IBa
Kiacrepa (puc. 3).

K mepBoMy OTHOCSATCSI JTUHWUM, TOJyYeHHBIC Ha
OCHOBe o0Opa3loB Ae. tauschii w3 HMpana: Lang-
don/Ku-2100, Langdon/Ku-2096 u Langdon/Ku-
2097, ko BTopomy — Langdon/Ig 131606 (KbIprei3-
craH), Langdon/Ig 48042 (Mumust) m Langdon/Ig
26387 (TypkMmeHucTaH) (FeHETUUYECKUE NUCTAHIIUU
no Mmetony Emma pasnsbl 0.83, 0.84, 0.86). Beicokue
TTOJIOKUTENbHBIE 3HAaUeHUSI Ko3(pdUIIMeHTa TeHOM-
Horo pozacTsa (0.64—0.89) Takke CBUIETEIBCTBYIOT O
OJIM3KOM TeHEeTUYECKOM CXOJACTBE JAHHBIX JIMHUIA.

51.3%

A BB OD
Puc. 1. Pacnipenenenne 15142 SNPs o renomam A, Bu D.
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Puc. 2. Pactipenenenue 15142 SNPs o 21 xpomocome 1 SN Ps ¢ orcyrctBytommmu gaHHbIMU (UN) 13 cuHTeTUYeCKUX TUHUIMA.

OcTtajsibHbIE TMHUU 00pa3yloT OTAe/bHbIE CyOKJIacTe-
pBI C BBICOKOM gosieii ommHakoBbIX SNP-j10KycOB.
MaxkcumanbHble TeHETUYECKHE pa3inamst (KoahdUim-
€HT TeHOMHOro poxacTBa coctaBuil —(0.44) oTMeueHbI
mexny muHussMu Langdon/Ig 48042 (Mumust) u Lang-

don/Ku-2100, Langdon/Ku-2096, Langdon/Ku-2097
(Upan); Langdon/Ig 126387 (TypkMeHUCTaH) U
Langdon/Ku-20-9, Langdon/Ku-2100, Langdon/Ku-
2097 (MpaH), 4TO OOBSICHSIETCSI pa3IMYHbIM reorpa-
duyecKM IpOUCXOXACHUEM 00pa3loB Ae. tauschii.

Tabauna 2. YpoBeHb IFeHETUYECKOTO pa3HOOOpa3usi CMHTETUUECKUX JTUHUI TIIIEHULIBI C y4acTUeM 00pasLoB Ae. tauschii
Pa3IMYHOTO TTPOUCXOXKIEHUSA

O >~
S lg g | g |2 |& || |8 |8 8|8 |&

O e = O A N\ L B B

Comrernieckas| 2 | 2 | = | » | 2 | 2 |2 |2 |2 |2 |2 |2 |=
JUHUS = = = = = = = = = = = = =

o o o [©] [e] o o o @] [e] o o o

ho} i) hoj hoj ko] o) hoj o o) ko) ko) o) o)

&2 2 2 2 & &2 &2 2 2 2 &2 &2 2

< < < < < < < < < < < < <

— — — — — — — — — — — — —

Ku-2105 1.71 81 79 80 81 79 80 81 81 80 82 80 79
Ku-2092 —0.15 1.42 79 80 83 80 81 81 84 82 84 81 79
Ig 131606 —0.12 {—0.26 1.65 84 79 77 78 78 79 78 80 78 83
Ig 48042 —0.15 [—0.27 0.69 1.47 81 79 80 80 81 80 81 80 86
Ku-20-9 —0.09 0.01 [{—0.24 [—0.25 1.39 81 81 82 84 82 84 81 80
Ku-2079 —0.11 |—0.04 [—0.23 [—0.21 [—0.01 1.63 79 79 81 80 81 79 78
Ku-2100 —0.18 [—0.23 |—0.42 |—0.44 |—0.21 |—0.28 1.49 86 81 80 82 86 78
Ku-2096 —0.16 |—0.23 |—-0.42 [—0.44 | —0.19 [—0.30 0.71 1.42 82 81 83 86 79
Ku-2088 —0.12 0.16 |—0.26 |—0.26 0.06 0.06 |—0.29 |—0.26 1.36 82 85 81 80
Ku-2075 —0.16 0.02 [—0.27 |—-0.26 0.03 0.03 |—-0.24 |—-0.24 0.02 1.57 83 80 79
Ku-2093 —0.12 0.09 |—0.31 |—0.31 0.03 |—0.01 | —0.17 |—0.16 0.13 0 1.35 82 80
Ku-2097 —0.18 [—0.24 |—0.43 |—0.44 |—0.23 |—0.31 0.69 0.68 |—0.32 |—0.26 |—0.19 1.62 78
Ig 126387 —0.16 |—0.28 0.64 0.89 |—0.44 |—0.20 |—0.44 |—0.43 |—0.27 |—0.25 [{—0.34 |—0.44 | 1.56

TIpumeuanue. KoandectBo omnHakoBbiX SNPs (%) mo Emma — Han auaroHanpio, KoabdUIIMEeHT TeHOMHOTO POACTBa MEXIY 00pa3-
HaM1 — MO/ TMarOHAJIbIO, M0JIsi TOMO3UTOTHBIX JIOKYCOB KaXKI0To o0Opasiia — o JuaroHanu: BapbupyeT oT 0 (Bce JIOKYChI HaXOASITCST
B TeTEPO3UTOTHOM COCTOSTHUM) J10 2 (BCE JIOKYChI HAXOASITCSI B TOMO3UTOTHOM COCTOSTHUM ).
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Puc. 3. TerioBast KapTa KOppEISILIMOHHOTO aHAIN3a U3yYeHHBIX 13 CHHTETUYeCKMX JIMHUIT Ha OCHOBaHUM MaHHBIX SNP-aHa-

JIM3a.

JIvHuuM 13 pa3HbIX npoBUHLMN MpaHa umenn 0aum3-
KOe TeHeTMYecKoe pOACTBO, Hampumep Lang-
don/Ku-2088 (mpoBuHLMs Capu) ¢ JUHUSIMU U3
npoBuHLMK bansdycap — Langdon/Ku-2092 (0.16) u
Langdon/Ku-2093 (0.13). MckmouyeHre COCTaBUIN
IBe NWUHWUM "3 npoBuHUMU bamsdycap — Lang-
don/Ku-2096 u Langdon/Ku-2097, oka3aBiiuecst B
TIepBOM KJIacTepe, TP 3TOM obpa3zer] Ae. tauschii Ku-
2097 oTHOCHUTCS K TTOABUAY typica. OLieHKAa TEHOMHO-
ro POACTBAa HE TOJILKO MOAXONMUT IJIsl aHaJIv3a POo[-
CTBEHHBIX BHIOOPOK, HO U YUUTHIBAET CTENIEHb TOMO-
3UTOTHOCTU 00OpasnoB. Hampumep, nuuaum Lang-
don/Ku-2105 (1.71) u Langdon/Ig 131606 (1.65) nme-
IOT HAUOOJIBIIYIO JOJI0 JIOKYCOB B TOMO3UTOTHOM CO-

CTOAHMHM, YTO IIPECACTABJIACT OCOOEHHBIN MHTEPEC
IIJIS1 CEJIEKLIMOHHOM paﬁOTLI.

IMockombKy cMHTeTUYEeCKIME TMHUY YHUBEPCUTETA
KuoTo nosyyeHbl Ha OCHOBE OJHOTO TETPATLJIOUIHOTO
komnoHeHTa (Langdon), reHeTn4ecKue AUCTaAaHIIMU
mo merony Emma y M3ydyeHHBIX JUHUI COCTaBWIM
77—86%, TeM He MeHee OCHOBHOM BKJIaJl B TCHETHYC-
CKYI0 U3MEHYUBOCTbh CUHTETUYECKUX JIMHUI BHOCUT
D-renom (51.3%). Hamnume D-reHoma o06pasiioB
Ae. tauschii pa3HOTO 3KOJIOTO-TeorpamuIecKoro mpo-
WCXOXAECHMST TIO3BOJIWJI TIPOBECTU CpPaBHUTEbHBIN
aHaJIM3 MeXay TMHUSAMU 1o D-reHomy (Tab:. 3).
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Ta6auna 3. CpaBHUTENbHBIN aHAIN3 “yHUKATBHBIX” SNPs 1o D-reHoMy MexXay CUHTeTUYECKUMHU JIMHUSIMU IO METOLY

Emma
CHHTeTHYEeCKAS KosnuectBo SNP
Wroro:
JIMHHA 1D 2D 3D 4D 5D 6D 7D

Langdon/Ku-2105 5 19* 17* 3 4 6* 13* 67
Langdon/Ku-2092 2 9%* 12* 0 0 3 9% 35
Langdon/Ig 131606 9%* 14* 7* 0 7* 10* 17* 64
Langdon/Ig 48042 1 0 0 0 0 3 4 8
Langdon/Ku-20-9 0 7* 10* 2 2 5 7* 33
Langdon/Ku-2079 8* 2 2 3 2 6* 10* 33
Langdon/Ku-2100 5 8* 2 1 4 4 1 25
Langdon/Ku-2096 4 7 0 0 2 1 0 14
Langdon/Ku-2088 2 0 1 0 0 2 2 7
Langdon/Ku-2075 9% 5 0 1 4 9* 1 29
Langdon/Ku-2093 4 2 1 1 4 2 4 18
Langdon/Ku-2097 5 5 0 2 1 2 10* 25
Langdon/Ig 126387 6* 4 2 0 1 0 3 16
HToro: 60 82 54 13 31 53 81

* 3HaunMo Ha ypoBHe P < 0.05.

HauGonpimmii reHeTHYecKuit momMopdu3M Tak-
ke otMedeH y mnanu Langdon/Ku-2105 (67 yHuKaib-
HBIX SNPs mo renomy D) n3 ipoBunnmu IlexneBu Ha
I0>KHOM mobepexbe Kacmuiickoro Mopsi, a Takxke y
muHun Langdon/Ig 131606 (64 SNPs) u3 KeIpreis-
ctaHa. MeHBbIINM reHETUYECKMM pa3HooOpa3neM 1o
D-reHomy ominyarorcs auHuuM u3 Mumum (Lang-
don/Ig 48042), npoBunumii MUpana Capu, bansoycap
(Langdon/Ku-2088, Langdon/Ku-2093, Langdon/Ku-
2096) u Typkmenucrana (Langdon/Ig 26387). Ilpu
9TOM HauOOJIbIIINE PA3IMYKS OTMEUYEHbI MEXIY J1-
HussMu 110 xpomocomaM 2D (82 SNPs) u 7D (81
SNPs), Toraa Kak HaMMeHbIINE — M0 XxpoMocome 4D
(13 SNPs).

OBCYXIEHUE

®dopmupoBaHue reHoma 1. aestivum TPOU3OIILIO
BCJICICTBME MHOTOKpPATHBIX CKpeluBaHuit 1. tur-
gidum ssp. durum, BEpOsSITHO, C OTpaHUYEHHBIM YUC-
JIoOM 00pa3loB Ae. fauschii ssp. strangulata B MecTax
MEPEKPHITUS apeanoB 3TuX noasumaoB [25—27]. Co-
BpeMEHHbIE COPTa SIPOBOI1 MIIIEHUIIHI XapaKTePU3YIOT-
CcsI HU3KMM TeHEeTUYECKNM pa3HooOpas3ueM reHoma D
M3-3a MOTepH LICHHBIX TEHOB U ajulelieil B pe3y/bTare
LieJIeHAIIPaBJIICHHOM CEeJIeKIIMK Ha ITOBBIIICHUE YPO-
XallHOCTM W MHOTOBE€KOBOIO BO3MEJbIBAHUS 3TOM
KyabeTyphl [28]. AHK-nmonumopdusm reHomoB A u B
COPTOB MSITKOM ITIICHUWIIBI TaKXXe peayliMpoBaH B
cpaBHEHMM ¢ reHoMaMu A u B TBepmoit mmeHnnsl. B
9TOi1 CBSI3U Mepeaaya TeHOB MOCPEACTBOM CUHTETH-
YeCKOil ImmeHu1bl oT Buga 1. durum B reHOM 1. aes-
tivum CIOCOOCTBYET pACIIMPEHUIO T€HETUYECKOTO
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pa3HooOpas3usi UCXOMNHOTO MaTepuaja B CeJIeKUIUU
MIIeHunsl (4, 12].

B mammx mpenpinyimmx padoTax MpoBeAeH CpaB-
HUTENbHBIN aHAJIU3 TEHETUYECKOIo CXOACTBa JUHUIA
cuHTteTnueckoil mmeHuus! ceaekunu CIMMYT u
yaHnBepcuTeTta Knmoro ¢ nyummmn coptamu n3 Ce-
BepHOiT AMepuku, Poccun n KaszaxcraHa, KOTophblit
MoKa3aJl 3Ha4MMOCTb CUHTETUYECKOIl IMIIEHULILI B
KayecTBe IIEHHOTO TeHETHMYECKOIO pecypca HOBBIX
ajiesieid TeHOB IJIST ceJIeKIUM MIIeHUIbl. Pe3ynbra-
Tbl UCCJEOOBAHUII BBIABWIM TakKKe TIeHETHYECKUE
pa3Tnunsg y CMHTETUUECKUX JUHUU He TOJBKO I10 Te-
HoMy D, Ho Tak:ke mo reHomaM A u B [15, 29].

U1t CMHTETUYECKUX JIMHUM, TTOJlydeHHBIX Ha OC-
HOBe 00pa3LoB Ae. fauschii 13 10XHBIX paiioHOB Kac-
MUICKOro GacceifHa, XxapaKTepHO OOJblliee TeHETH-
yecKoe pa3zHooOpasue, MOCKOJbKY MMEHHO Ha 3TOit
TEPPUTOPUM TMTPOU3PACTAIOT PEIKUE U DHAECMUYHBIE
0o0pa3slibl, B TOM YHCJIe SSp. Strangulata — BEpOSITHBIN
JIOHOP reHoMa D MSTKOi MIeHUIIbI, TPOI0JIKACTCS
AKTUBHBIN (POPMOOOPA30BaTEIbHBIN MPOLIECC TaH-
Horo Buza sruiorica [30, 31]. IToaydeHHBIC TaHHBIE
COIJIacyIOTCs C pe3yJibTaTaMU APYTUX UCCIeTOBaHUIA.
Hampumep, J. Wang ¢ kojureramu [32] ¢ momMomibo
SNP-ananmsa n3yyaiam reHeTUYecKoe pa3HooOpas3ne
KOJIJIEKLIMM 00pa3lioB Ae. tauschii v IPUIIUIA K BbIBO-
Iy, YTO HanOOJbIIUK mmoimMopdu3M D-reHoMma oT-
MEUEH Y JBYX rpyIN 00pa3LoB, MPOMU3paCcTaloLIMX Ha
1ore u 1oro-3amnane Kacnuiickoro 6acceiina.

Ha ocnHoge pesynbraToB SNP-aHanuza mocTtpoe-
HBI JEHIPOTPAMMBI IIJISI OLIEHKM CTETIEHW CXOICTBA
OTHOHYKJICOTHUIHOIO ITOJMMOP(DU3Ma MEXITy H3y-
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YeHHBIMM CHUHTeTUYeCKMMU JuHusMu. Ha dunore-
HETUYECKOM JAePeBe CUHTETUYSCKUX JIMHUI BbIACIC-
HO TpU KJIaCcTepa: CHHTETUYECKUE JIMHUU C yIaCTUEM
00pasnos Ae. tauschii n3 mpoBuHON Mpana Pamcap
n banwOycap, TMHUU ¢ ydyacTrueM oOpa3loB Ae. taus-
chii komnexkuuu ICARDA (TypkmeHucraH, KbIprbiz-
crad u UHous) u TMHUKM U3 pa3IMYHBIX IIPOBUHIIAA
Wpana. TI'eHetnueckass OOHOPOMTHOCTb JWHUN W3
npoBuHuMii MpaHa baGynbcap, Anbsdan, Capu u
Yanyc cBUAETEIHLCTBYET O BEICOKOM (DMJIOTEHETHYIE-
CKOM CXOJICTBE 00pa3LoB Ae. tfauschii, ipon3pacralio-
IIMX Ha TEppUTOPUM HAHHBIX IIPOBUHLIMI. B aTOM
KJIacTepe HanOOJIbIINI YPOBEHb TEHETUIECKOIO pa3-
HooOpa3ust otMedeH y mHuu Langdon/Ku-2105 u3
npoBuHIMHU IlexiieBu.

AHanu3 noJuMopdurusMa CUHTETUYECKUX JIMHUI C
MOMOIIBI0O TEHETUYECKUX PACCTOSHUIA IO METOdY
Emma 1 reHOMHOIT MaTpuIbl POICTBA ITO3BOJIWI
OLICHUTb CXOACTBO CUHTETUYECKUX JIMHUIA, TTOJTyUeH-
HBIX Ha OCHOBE 00pa310B Ae. tauschii pa3HOT0 9KOJIO-
ro-reorpadmdeckoro IpoucxoxneHus. I'eHernue-
cKoe pasHooOpasue reHoma D Ha 50% BhIlIE, YeEM Y
reHoMoB A 1 B, 4TO cBUIETEIBCTBYET O LIEHHOCTHU
U3Y4EHHBIX CUHTETUYECKHNX JIUHUI B Ka4eCTBE TeHe-
THUYECKOTro pe3epBa IJIsl paCIMPeHUsT TOJIUMOphU3-
Ma COPTOB IMIIIeHUNBI. BhISIBIeHBI HAMOOIBIINE pa3-
YU MeXOy JUHUSIMU 1o XpoMocoMaMm 2D (82
SNPs) u 7D (81 SNPs).

OTMeueHa BBICOKAsI CTEMEHb MeHETUUEeCKOM OJ-
HOPOMHOCTHU JUHUIA 1o D-reHoMy, ITOJydeHHBIX Ha
OCHOBE 00pa3loB Ae. tauschii 3 ipopuHIMiT Mpana
Capu u banpbycap (Langdon/Ku-2088, Langdon/
Ku-2093, Langdon/Ku-2096), a Takke JUHUIA U3
Munuu  (Langdon/Ig 48042) u TypxmeHucraHa
(Langdon/Ig 26387).

SNP-anamu3 y jmHuii Langdon/Ku-20-9, Lang-
don/Ku-2100, Langdon/Ku-2079, Langdon/Ku-2075,
Langdon/Ku-2092 u Langdon/Ku-2097 13 pa3HbIX
npoBuHIMU WMpana BeIIBUI 25—35 YHUKaJbHBIX
SNPs D-reHoma. BwigeneHsl aBe auHum — Lang-
don/Ku-2105 u3 ropoga IlexiieBu Ha 10XXHOM mo0e-
pexbe Kacrnuiickoro Mmopst u Langdon/Ig 131606 u3
KbipreizcraHa, xapakTepusyloluecs: HauOOIbIINM
ypciaoM YHUKanbHbIX SNP-10KycoB D-reHoma — 67
1 64 1 MaKCUMaJIbHBIMU 3HAYCHUSMU F€HETUYECKO-
ro pacctostHust mo VanRaden — 1.71 u 1.65 cooTBeT-
CTBEHHO.

IIpoBeneHHOE MCCIeTOBaHNE TOATBEPKIAET OCO-
OBIif cTaTyCc 00pa3loB Ae. tauschii, IpOU3PaCTAIOIINX
Ha rore Kacrnmiickoro 6acceifHa, s pacIliMpeHUsI
rmomMopdr3Ma reHoMa D 1 morcka reHoB, KOHTPO-
JIMPYIOIINX XO3SHCTBEHHO IIEHHBIE TIPU3HAKU B Ce-
JIEKUMU MIIeHULbI. SMOHCKUE CUHTEeTUYeCKue JIU-
HUW, WMEIOIIe BBICOKHI YpPOBEHb T€HETHUYECKOTO
pa3sHooOpa3us, MPEACTABIISIIOT WHTEPEC I CeJIeK-
LIMOHHBIX MPOrPaMM B KayeCTBE LIEHHOTO FreHeTuYe-
CKOTO pecypca ¢ 1eJibl0 pacliMpeHUs] TeHOTUITNYe-
CKOT0 ITOTEHITaJIa KOMMEPYECKHUX COPTOB ITIICHUIIBI

IMTOTOLKAA u np.

U TIOBBIIIEHNUS 3 GEKTUBHOCTY MCIIOIH30BAHUS Te-
HETUYECKUX PECYPCOB.

HaHHOE MCCleqoBaHUE MPOBELEHO NMPU (UHAH-
cooii nomaepxkke PH® (mpoekt Ne 16-16-10005).

Hacrosiiast ctatbs He COOCPKUT KaKuX-JI100 uc-
CJIeIOBaHUI C MCITOJIb30BAaHUEM B KaueCTBE OOBbEKTa
2KMBOTHBbIX.

Hacrosmag craTths He COIEPKUT KaKMUX-JI100 MC-
cJIEIOBaHUI ¢ y4acTHEM B Ka4eCTBE OOBEKTa JIIOACIH.
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Analysis of the Genome D Polymorphism of Synthetic
Wheat Obtained on the Basis of Ae. tauschii L.
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SNP analysis was performed using iSelect90K for identification of the genetic diversity of synthetic hexaploid
wheat lines of Kyoto University (Japany) bred by crossing of durum wheat variety Langdon ( Triticum durum,
2n = 4x = 28, BBAA) with entries of Aegilops tauschii (2n = 2x = 14, DD) of different ecological origin. The
level of genomic variability was calculated by Emma approach (Efficient Mixed-Model Association) and us-
ing genomic relationship matrix (G). The genetic diversity of the genome D of synthetic lines 50% more than
that of genomes A and B. The greatest genetic polymorphism of the line Langdon/Ku-2105 from Pahlavi
province on the southern coast of Caspian Sea and the line Langdon/Ig 131606 from Kyrgyzstan was ob-
served. Lines from India (Langdon/Ig 48042), Iranian provinces Sari and Balbusar (Langdon/Ku-2088,
Langdon/Ku-2093, Langdon/Ku-2096), and Turkmenistan (Langdon/Ig 26387) are characterized with
lower genetic diversity of the genome D. Thus, the involvement into hybridization of synthetic hexaploid
wheat on the basis of Ae. fauschii entries from the Caspian basin will extend the genetic diversity of wheat va-
rieties and increase the efficiency of genetic resources using.

Keywords: synthetic hexaploid wheat line, Ae. tauschii, SNP loci, genome D, genetic diversity.
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ITpuBeneHbI pe3yabTaThl UCCIEIOBAHUS TEHETUUECKOM CTPYKTYPHI TTOIMYJISILIMK KPYITHOTO POTaToOro CKoTa
no 12 MukpocaTeJUIMTHBIM JokKycaMm. O0beKT ucciaenoBaHusi — 702 ocobu KpyImTHOTO poraroro cKora roJj-
IITUHU3UPOBAHHOM YePHO-TIECTPOIi TTOPOIBI. YCTAHOBJIEHO, YTO B CPETHEM TeTePO3UTOTHOCTD XKUBOTHBIX
1o JioKycaM coctasJsieT 78.3%. CpenHee yuciio ajuielieid Ha JIokyc coctasisieT 7.0 + 0.08. HauGomblee
pacIipocTpaHeHNe B MOIMYJISIIAM MOy ajieib 248 mH mokyca SPS115 — 0.644. T'enotun 248 /248 nokyca
SPS115 nMeet HaUGOJIBIIYIO YAaCTOTY BcTpedyaeMocTu — 0.446. B monyisiLiuy BeISIBJIEHO 169 peaIKux reHo-

THUIIOB C YaCTOTOI BcTpedyaeMocTu MeHbIire (0.010.

Karouesnie crosa: prHHbeI pOFaTbeI CKOT, ITOITyJIALINA, MI/IKpOC&TCJUII/ITHbIﬁ JIOKYC, aJlJI€JIb, TCHOTHUII.

DOI: 10.31857/50016675821020090

IMonynsiunoHHasi TeHEeTUKa IpeacTaBIIsieT 00JIb-
IIOM MHTepecC ST OMOJIOTOB, TaK KaK TacT HOBEIC
3HAHUS O TEHETUYECKOM CTPYKType Monyasiuuii pa3-
JIMYHBIX BUAOB KUBOTHBIX, CEJICKIIMOHHBIX IPOLIEC-
cax, mpeiie TeHOB, CTeIEHWM MHOPUOWHIA, OLICHKE
FeHETUYECKNX PACCTOSIHUM MeXy ceMeiicTBaMU, re-
HETUYECKOM pa3HooOpa3uu. MeXIopogHOe CKpe-
IMMBaHUE IIPUBOIUT K TOMY, YTO B ITOITYJISILINIO XU~
BOTHBIX IIPUBHOCSITCS HOBBIE T€HBI. 3aKpeIlIeHHue
LIEHHBIX XO3SIMCTBEHHO IOJIE3HBIX MPU3HAKOB MpU
IIOMOIIY WMHOPUIWHIA CHOCOOCTBYET YBEIUYCHUIO
KOJIMYECTBA TOMO3UTOTHBIX OCOOE B IOITYJISIIIN.

I'eneTnyeckas CTpyKTypa IOIYJISILIMY UCCIeayeT-
CsI ITO TeHaM M MUKPOCATEJUTUTHBIM JIOKycaM. M3yya-
eTCsl CLIEIUIEHHOE HacjeIOBaHNE I'€HOB, JIOKYCOB,
M3MEHYMBOCTb M acCOLMALIIM C XO3SIUCTBEHHO IIO-
Je3HbiMU Tpu3Hakamu. Tak, H.B. KoBaitok ¢ coaBT.
[1] u3yyeHa reHeTHYecKass M3MEHYMBOCTb TI€Ha
BolA-DRB3 kpynHoro poraroro ckorta. C.P. Xatamm
C coaBT. [2] ucciaenoBaH NOJIUMOP(U3IM T'€HOB IIPO-
JIJaKTMHA ¥ TOPMOHA pOCTa M MX B3aMMOCBSI3b C XO-
3ICTBEHHO ITIOJIE3HBIMM IIpU3HAKaMU. Takxke ydye-
HbIMU u3ydeHbl pparmeHThl JHK, daaHkupoBaH-
HBIX MUKPOCATSJUIMTHEIMUA JIOKyCaMHM C LEJIbIO
BBISIBJICHUSI TIOPOTHBIX MapKepOB KPYIHOIO pPOraTto-
ro CKOTa, OBELl U APYTUX XKUBOTHBIX [3—6].

B nocnenHee aecsatuieTue MuMpoKoe pacopocTpa-
HEeHHEe MOJYy4YMJIM WCCIEAOBaHUS MMKPOCATEJUINT-
HBIX JJoKycoB. T.}O. KuceneBa ¢ coasrt. [7] BEIIBUIN
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HEepaBHOBECHE MO CILEIUIEHUIO JIOKYCOB KPYITHOTO
poratoro ckota. [IpoBeaeHbI nccienoBaHusl FTeHETU-
YECKOTo pa3HOoOOpa3usi KPYIMHOTO pOraToro cCKoTa
Pa3JIMYHBIX MOPOJ TI0 MUKPOCATENIMTHBIM JIOKYyCaM
[8—11]. M3ydyeHBI KOIMYECTBEHHbBIE II0KA3aTEeIN al-
Jeneii. BEIsIBIIEHO, YTO YHMCIIO ajljIeJIell Ha JIOKYC Ba-
peupyeT oT 7 mo 18 [12—16]. Takke mccieqoBaHUs
MpoBeJIeHbl Ha MOIYJISILUM JIolllaneit, oBell, Jiocei 1
oneHe [17—20].

Llenp HacTOsIIIElH paGOTHI — OIpeaesieHUuEe TeHe-
THUYECKON CTPYKTYPhI IOMYJISLUUUA TOIIITUHU3UPO-
BaHHOT'O YEPHO-TIECTPOI0 CKOTa 10 MUKPOCATEIUIUT-
HBIM JIOKYCaM.

MATEPUAJIBI U METO/J bl

UccnenoBanme nposeneHo B YpaarsckoM HUMNCX —
dwmmane PI'BHY Yp®AHMUILL YpO PAH B 2019 r.
OOBEKTOM MCCIEOOBAHUS CIIYXXWJI TOJIITUHU3UPO-
BaHHBIN YepHO-TIeCTPbIit CKOT (Bos taurus) (n = 702).
JHK Bb1aensiv U3 HeJIbHOM KPOBU C aHTUKOATYJISTH-
ToM nipu nomomu Hadbopa JHK—3kcTpan 1 (OO0
“HII® CunHron”, Poccus) cornacHO METOAUKE U3-
rotoButess. INIIP npoBonuin Ha aMIuidgukaTope
PCR-9700. OnpeneneHsl 12 MUKpOCcaTeIUTHBIX JIO-
KYyCOB, peKOMEHIOBAaHHBIX MexXXKIyHapOIHBIM OOIIIe-
CTBOM TeHeTukKM KMBOTHBIX (ISAG): BMI1824,
BM2113, ETH3, ETH10, ETH225, INRA23, SPS115,
TGLA5S3, TGLA122, TGLA126, TGLA227, BM 1818,
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Tabmuma 1. CTpykTypa TOMNYJISUMK KPYITHOTO POraToro
CKOTa MO TOMO3UTOTHOCTH MUKPOCATEJUTUTHBIX JIOKYCOB
(n=1702)

MuKkpocaTe/UINTHbIE Ocobu, %
TIOKYCHI r€TEPO3UTOTHHIE | TOMO3UTOTHBIE

BM1824 78.2 21.8
BM2113 87.2 12.8
ETH3 75.4 24.6
ETHI10 75.8 24.2
ETH225 78.7 21.3
INRAO023 80.5 19.5
SPS115 56.9 431
TGLAS53 93.9 6.1
TGLAI22 86.0 14.0
TGLA126 70.8 29.2
TGLA227 87.9 1
BM 1818 69.0 31.0
CpenHee 78.3 21.6

¢ ucnojb3oBanueM Habopa CorDIS Cattle (OO0
“T'opmuz”, Poccus). MukpocaTe/uIMTHBII Ipod b
JKUBOTHBIX YCTAHOBJIEH TIPU UCIOJIb30BaHUU TEeHE-
Tudeckoro aHanmu3aropa Genetic Analyzer AB 3130
n nporpamM Data Collection v.3.1 u GeneMapper
v.4.0. B xome u3y4yeHUs] TEHETUUECKOU CTPYKTYPbI
TTOMYJISTIIUM KPYITHOTO POTaTOTO CKOTa BBISIBIICHEI:
KOJIMYECTBO TOMO3UTOTHBIX Y T€TEPO3UTOTHBIX KU~
BOTHBIX T10 JIOKYCaM, a TaKXKe aJijIeJ i U TEHOTUITBI 10
Kaxknomy JIOKycy. MHGOpMAaTUBHBIMU CUMTAIN all-
JIeJTW, UMEIOIINe YacTOTy BCTPEeUYaeMOCTH BhIIe 5%.
CraTUCTUYECKMIA aHaIu3 TIPOBEACH MPU ITOMOIIU
nporpamm IBM SPSS Statistics 23 u MicrosoftExcel.

PE3VJIbTATDBI

HMccnenoBaHa roMO3UTOTHOCTB KPYITHOTO pOTaTo-
r0 CKOTa TOJIIITUHU3UPOBAHHON! Y€pHO-TIECTPOI ITO-
poIbl Mo 12 MUKpOCaTEeITIMTHRIM JIOKycaM. Pe3ynbra-
ThI OTPakeHbI B Ta0. 1.

BroisiBieHO, 4YTO KOJMYECTBO TIe€TEPO3UTOTHBIX
0co0¢ei1 3HAYMTEILHO IIPEBBIIIACT KOIUIECTBO TOMO-
3UTOTHBIX IO BceM 12 jokycaM. ITo mokycy TGLAS3
O0OHapyKeHO HauMEHbIIIee KOJIMYECTBO TOMO3UTOT-
HBIX 0co0eit — 6.1%. HanbGonbiuii mpoLieHT TOMO31 -
TOTHBIX KMBOTHBIX BBISIBIIEH B JIoKyce SPS115 —
43.1%. Taxxe yCTaHOBJIEHBI BBICOKHME ITOKAa3aTEIU
TOMO3UTOTHOCTH B JIoKycax BM 1818 m TGLA126 —
31 n 29.2% cooTBeTCTBEeHHO. B cpeagHeM mo rmomnyJisi-
IIMM TETEPO3UTOTHOCTh cocTaBmia 78.3%, romosu-
rOTHOCTb — 21.6%. AHaJIOrMYHbIE JaHHBIE MOTYYeHBI
T.H. KapsiMcakoBBIM c coaBrT. [13].

B MUKpocaTe/UINTHBIX JIOKyCaX pacHpOCTpaHEH
MHOXECTBeHHBIN amenu3M. Ha puc. 1, 2 npencrasieH

IITATAJIMHA u np.

nomMMopdU3M ajuresieit mo 12 MUKpocaTeJTINTHBIM JIO-
kycam. B nokycax BM 1824, SPS115, TGLA126, BM1818
BBISIBJICHO HaMMEHBIIIee YMCIIO ajuleJieii — IiaTh. B J10-
kyce TGLAS3 ycraHoB/IeHO HalOOJIBIIIEe YMCITO aJlie-
Jeit — 12, 4To CBMACTEILCTBYET O BHICOKOM T'€HETUYE-
CKOM pa3HooOpasuu [21, 22]. B cpeaHeM uuciio ajuieneit
Ha JioKyc cocTtapiisteT 7.0 £ 0.08. AHamormyHbIe JaHHBIE
nosyyeHnsl H.M. Ctpeko3oBbiM ¢ coaBT., H.C. @ypae-
BOI C COABT. Ha KPYITHOM POraTOM CKOTE CBIY€BCKOIM,
Oypoii IIBUIIKOK U SIPOCIABCKOI ITOPOI, YMCJIO ajIjIe-
JIeit Ha JJokyc coctaBmiio 7.4 [11, 23]. UccnemoBaHus,
IIpOBEeACHHBIC YYEHBIMM Ha repe@OopIacKoil U CUM-
MEHTAJIbCKO IT0POaaXx, BEISIBIUIM 00JIe€ HU3KOE YNC-
JIO ajuieJieid Ha IOKyc — 3.3 B repedopacKoit rmopoe
u 5.3 B cCMUMMeHTaIbCcKoit mopoze [24, 25]. B nomynsi-
UM TOJIUTUHU3MPOBAHHOTO KPYITHOTO pPOraToro
CKOTa HauOOJIbIIYIO paCIPOCTPAaHEHHOCTh B 00IIEM
KOJIMYECTBE JIOKYCOB TTOJIy4uJI ajliesib 248 MH JloKyca
SPS115 (0.644), HauMeHbIIYI0 — ajUtelib 141 mH J0-
kyca BM2113 (0.001).

ITo moxkycy BM 1824 nanboJiiee 4acTo MpUCYTCTBY-
eT ajuiesib 188 mH, ero yacTtora BCTPEe4aeMOCTHU CO-
craBisieT 0.405. PegkuM ajrelieM DaHHOIO JIOKyca
sapasieTcs aeib 190 — 0.026. B tokyce ycTaHOBJIEHO
yeThipe MHGOpMaTUBHBIX ajutesiss — 178, 180, 182, 188 mH
¥ OOWH HU3KOMH(pOpMaTUBHBII ajuieiab — 190 mH. [1o
nokycy BM2113 pacnipoctpaneHs! ayienu 135 125 ma
(0.298 1 0.314 cooTBeTCTBEHHO). Penkum amienaeMm B
JaHHOM JioKyce saBisercs: 141 ma — 0.001, Bo3MOXHO
JaHHBIN aJIjIe]Ib MOSIBUJICS BCJICACTBHE MyTallMOHHO-
ro Ipoliecca. B Jlokyce NpuCyTCTBYIOT IISITh MH(OP-
MaTUBHbIX ajutenet —125, 127, 135, 137, 139 iH u n1Ba
HM3KoMH(popMaTuBHEIX ayutend — 131 u 141 mH. B
SIPOCIABCKOM IMOPOAE Y >)KUBOTHBIX UMEETCS OOJIbIIIee
pa3HooOOpas3ue 1o JaHHOMY JIoKycy — 10 amteneit, B
YepHO-IIECTPOIl TOJINTUHU3NUPOBAHHOM MOpPOIE —
cemb aytenieii [23]. B nokyce ETH3 nmoayumn pac-
npocrpaHeHue ajuiens 117 mH — 0.480. Penko BcTpe-
qatorcst ayienu 123 n 109 mH, o 0.013 kaxnerii. 1o
JIOKYCY BBISIBJICHBI ISITh MTH(POPMATUBHbBIX ajlieiieil —
117, 119, 127, 121, 125 0H 1 TpHU ajuieis ¢ HU3KOI UH-
¢dopmatuBHOCTBIO — 129, 123 11 109 11H. B sipociaBckoit
TOPO/IE JaHHbINI JIOKYC MPeacTaBIieH MEHBILIMM I'eHETH -
YeCKMM pa3HOOOpa3reM — IIECThb ajUlelieii, B TO BpeMs
KaK B YepHO-MECTPOI TOIIITUHU3UPOBAHHOI IOpoAe —
BoceMb ajuieneii [23]. ITo nokycy ETH10 yacto BcTpe-
yaercs ayuienb 219 mH — 0.472, HanboJjiee peaKuM B
ITaHHOM JIoKyce siBisieTcs ayutenb 209 — 0.008. B no-
kyce ETH10 mpucyTcTByIOT 4yeThbipe MH(MOPMaTUB-
HBIX ajrelist — 219, 223, 225 u 217 1IH 1 TP HU3KOMH-
dopMmaTuBHBIX — 221, 213, 209 1H.

Jlokyc TGLAS3 npencraBiieH OOJIBIINM YHCIOM
ayesieil — 12, B IpociaBCcKoOM mopoae KMUBOTHEIE T10
IaHHoMY Jokycy umeroT 10 ayuteneit [23]. Hauboub-
IIIee pacpoCcTpaHeHUe MMoJydnau autenu 168, 160 u
162 mx (0.161, 0.183 u 0.200 cooTBeTCTBEeHHO). Pen-
KMMU ajjIeNIsIMA B TaHHOM JIOKyce SIBIsIIOTCS 182 u
172 ma — 0.005 1 0.008 cooTBeTcTBeHHO. [10 HTaHHOMY
JIOKYCY BBISIBJIEHO CeMb MH(OPMAaTUBHBIX ajUuleIen —
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154, 158, 160, 162, 168, 176 u 186 11H u IATH ajuieseit
C HU3KOM MHGOPMATUBHOCTBIO — 166, 172, 182, 184 u
170 mH. B nokyce TGLA122 XXUBOTHBIX YEPHO-TIECT-
POl TOJIITHMHU3UPOBAHHON MOpOoAbl HabIOgAeTCs
OoJIbIlIOe TeHeTUYecKoe paszHooOpasme — 10 amre-
Jieii, B CUMMEHTAJIbCKOI MOpo/ie B JAHHOM JIOKYCE
BBISIBJICHO IIecTh ajuieiieii [25]. I1pu aTom HanboJIb-
11Iee pacIpocTpaHeHe uMeloT ajenu 149 u 143 nmH —
0.215 1 0.235 coOoTBETCTBEHHO, XOTSI UX KOHILIEHTpa-
1S B TMOMYJISILIMU HUKE, YeM Y IPYTruX pacnpocTpa-
HEHHBIX ajuiesieid JIoKycoB. Penkumu amiensimu Jio-
kyca sBisitorest 181 u 139 i — 0.008 1 0.019. B noky-
ce TGLAI22 ycraHOBJIE€HO ceMb MHMOPMATUBHBIX
ajuteneit — 149, 143, 171, 183, 163, 151 u 161 nH. Hus-
KOMH(MOPMATUBHBIMU TTOKa3aJIu ceOsl aJljieSn C IJIU-
Hoii 181, 139 u 141 nH. PactipocTpaHeHHBIM ajiejieM
nokyca ETH225 npusnan amutens 148 (0.397), pen-
KuM — 146 mH (0.024). B maHHOM JIOKyce MPUCYT-
CTBYIOT TpM MHGpOpMaTUBHBIX ayutensa — 140, 148 u
150 mH, ipryem asens 148 sBasieTcss Hanboee MH-
dopmatuBHBIM. Ajutenu 142, 144, 152 u 146 iH o6a-
JIa10T HU3KOU MHHOPMATUBHOCTHIO.

ITo mokycy INRA023 HamnbGonee pacrmpocTpaHeH
ajutens 214 nmH. Penko Bcrpewaercsa auienb 198 —
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0.019. Ilo nokycy INRAO23 BbIsiBIIeHO MSATH UHGMOP-
MaTUBHBIX ajutesieil — 202, 206, 208, 210 u 214 nH u
nBa Hu3KonH@opMmatuBHbIX — 198 1 200 iH. B 0KYy-
ce SPSI115 ycTtaHOBIeH caMblil pacIpOCTpaHEHHBII
ajenb — 248 1H, KOTOPBI 00J1a/1aeT BRICOKOW MH-
¢opmatuBHOCThIO. Penkux amneneit (meHee 0.02) B
JTaHHOM JIOKyce He BBISIBIeHO. MHGOpPMAaTUBHBIMU
aJIIeIsIMU JIOKyca SIBISIoTcs 248, 256, 254 n 252 nH.
B cumMMeHTanbckoil mopolie TakxkKe HaHHBINA ajieiib
248 sBisieTCSI caMbIM pacHpOCTpPaHEHHBIM, €ro ya-
cToTa BcTpeyaeMocTu coctaniisieT 0.778 [25]. I1o no-
kycy TGLAI126 Haubojiee pacrpocTpaHeH ajuieib
117 mH — 0.486. Penkum ajtejieM JIOKyca SIBJISIETCS
aienb 119 ma — 0.020. JaHHBIA ajUleh — €OWH-
CTBEHHbIII HeWH(GOPMATUBHBIII aJUIeib JIOKyca
TGLAI126. B nokyce TGLA227 HabGnogaercst 60J1b-
1moe pasHooOpa3ue — aeBITh ajuieaeil. Hanboubleit
pacIpoCcTpaHEeHHOCThIO O0JlamaeT auieb 97 mH —
0.28. Pegkumm ajuieiasiMu JIOKyca SIBISIIOTCS 79 u
101 mH — 0.013 1 0.016 cooTBeTcTBeHHO. B maHHOM
JIOKyCE IIPUCYTCTBYIOT II€CTh MH(MOPMATUBHBIX ajl-
neneit — 89, 91, 83, 97, 81 u 103 nH. Tpu aness 8-
1otcs HermHpopMaTuBHBIMU — 101, 79 1 99 niH. B no-
Kyce BM 1818 mumupyromiee IoaoXKeHUE 3aHSIIN ajl-
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e 262 u 266 — 0.430 u 0.444 cOOTBETCTBEHHO.
Pexxe npyrux BcTpeyarorcs aimienud 268 u 270 mH —
0.14 xaxnprii. Amenn 262 u 266 TTH JaHHOTO JIOKyca
MOXHO CUYUTATh BHICOKOMH(MOPMATUBHBIMU, aJLICIN
268 1 270 TH — HU3KOMH(MOPMATUBHLIMU. B morrysi-
LIMM KPYIHOTO POratoro cKoTa TOJIITUHU3UPOBAH-
HOM 4epHO-TIECTPOI MOPOIbl YMCIO ajjiesieit Ha JIo-
KyC BapbMpOBaJo oOT IsATu 1o 12. Heobxoamumo otme-
TUTh, YTO B OypO# HIBMIIKOII IIOpoAe KPYHHOIO
poraToro cKoTa ajureiib 262 nokyca BM 1818 — cambrit
pacnpoCcTpaHEeHHBI, €ro 4YacToTa BCTPEYaeMOCTU
coctanisieT 0.680 [11], B TO BpeMsT KaK B YepHO-ITECT-
PO TONUTUHU3UPOBAHHOM MTOPOAE CaMbIil pacpo-
cTpaHeHHBIN ayiens 248 — 0.644. Kpome Toro, He-
CMOTpSI Ha MEHBIIIEE YK CJIO aJUIeJIeit Ha JIOKYC B repe-
dopackoii mopose, B 1okyce BM 1818 mpucyTcTBytoT
JEBSTH aJlJIEJIEi, a B YePHO-TIECTPOM IOJIUTUHU3UPO-
BaHHOI — 1IecTb ajutesieit [24]. I1pu 3ToM B CUMMeEH-
TaJIbCKOI MOPO€e JaHHbI JJOKYC ITPeaCcTaB/IEH MEHb-

IIIMM pa3zHOOOpa3ueM ajielieil — JeThIpe ajuiessl Ha
JoKyc [25].

Taxkxe vicciaenoBaHbl TeHOTUITBI MUKPOCATEIUTUT-
HBIX JIOKYCOB TIOITYJISIIIUKA KPYITHOTO pOraToro CKOTa
(puc. 3). ITo nokycy TGLA122 y ocobeii KpyImHOTO
poraToro ckota ycraHoBlieHO 70 T€HOTUIIOB, YTO
CBUIETEILCTBYET O BHICOKOM TTOJTMMOPGU3ME JIOKY-
ca. 'eHeTuyeckast CTpyKTypa MOMYJISILIMU 10 TaHHO-
MY JIOKYCY COCTOHT M3 61 TeTepO3UTOTHOTO I BOCBMU
TOMO3UTOTHBIX TeHOTuroB: 149/149, 143/143,
151/151, 163/163, 141/141, 183/183, 139/139 mu
171/171. HauGoJbl1ast 4acToTa BCTPEYaeMOCTH OTME-
yeHa y reHotuna 143/149 — 0.108. B monynsiuuu 06-
Hapy>XeHO OOJIbIIIOE YMCIIO PEAKUX TeHOTUIIOB — 41.
YCTaHOBIIEHO 15 TEHOTHUITOB ¢ YacTOTOM BCTpeUaeMO-
ctu 0.001 (143/181, 161/163, 153/149, 161/181, 173/183,
171/173, 171/181, 147/149, 139/149, 151/153, 149/175,
141/153, 153/171, 139/139 u 161/169), a Takxe 13 re-
HOTHUIOB C YacToToi BcTpeuaemoctu 0.002 (153/183,
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TGLA122 149,149 TGLA227
"143/143
u143/163 189/97
u149/161
=149/171 =89/91
=143/149 =83/91
m143/161 u381/89
#149/163
=149/151 =91/103
u143/183 #91/97
m143/151
1517151 =89/103
u161/161 197/103
163/163 .
=163/183 91/97
"151/163 u83/89
m161/163 =89/89
163/171
143/171
TGLA126 BM 1818
3
ul15/115
w115/117 "262/266
=117/117 #262/262
=117/123 5260/262
=121/123 B264/266
117/121 =266/266
"115/121 262/264
117/119 =260/266
"115/123

Puc. 3. [IpoLIeHTHOE COOTHOILIEHKE PACIIPOCTPAHEHHBIX FeHOTUITOB JIoKycoB TGLA122, TGLA227, TGLA126, BM1818.

147/163, 151/181, 143/175, 181/183, 149/173, 141/161,
183/183, 139/141, 141/163, 143/147, 141/151, 171/171). B
TMOMYJISIIINU KPYITHOTO POTaTOTO CKOTa II0 JIOKYCY
TGLAI22 BbISBIECHO IIECTh F€HOTUIIOB C YAaCTOTOM
Bctpegaemoctu 0.004 (141/171, 143/173, 153/163,
141/141, 163/181, 139/143) u Tpu TeHOTHIIA C YaCTOTOI
Bctpewaemoctu 0.005 (139/161, 139/151, 139/163).
Yacrora BcTpedyaeMocty TeHoTHIOB 171/183 1 139/183
cocrapistet 0.006, 141/149 1 141/183 — 0.008.

Jlokyc TGLA227 npencraBiieH OOJIBIIM I'eHETH -
YeCcKUM pa3HOOoOpa3ueM — B HEM YCTaHOBJIEHO 53 re-
HOTHIIA, YTO TaKKe TTO3BOJISIET MPEIIIOIOKUTE O €TO
BBICOKOM ntoJimMopdusme. I1pr 3ToM TOMO3UTOTHBIX
TEHOTHITOB T10 JIOKYCY Bcero yeTbipe — 97/97, 89/89,
81/81 u 83/83 u 49 reHOTUIIOB — reTepo3UroTHel. Ca-
MBI pacIpOCTpaHEHHbIN T€eHOTUIT JAHHOTO JIOKyca —
89/97 (0.130). Takke B MOMYJISILIMU KPYITHOTO pora-
Toro ckota no Jiokycy TGLA227 umeetcst 6obliioe
YHCJIO TEHOTUITOB C YaCTOTOI BCTPEYaeMOCTH MEHee
0.01. Taxk, 11 reHOTMIIOB UMEIOT YACTOTY BCTpeYaeMo-
cru 0.001 — 99/103, 79/91, 77/83, 97/101, 77/91,
79/97, 89/101, 81/87, 91/95, 83/101 m 99/101. ¥ 8 re-
HOTMIIOB YCTaHOBJIEHA yacToTa BcTpeyaemoctH 0.002 —
91/101, 101/103, 87/103, 81/99, 81/81, 87/91, 83/99,
87/93. BpIsgBIEHBI IISITh TEHOTUIIOB C YacTOTOM
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BcTpevaemoctu 0.004 — 79/103, 83/87, 81/93, 77/89,
77/103. YactoTa BCTpeyaeMOCTH TeHOTUNOB 83/93,
89/99, 91,93, 87/89, 93/103 u 83/83 coctaBiseT
0.005. I'enotunst 97/99, 87/97, 81/83 u 81/91 umerot
yactoTy BcTpeyaemoctu 0.008, reHotumnsl 81/83 u
77/97 — 0.007, a rerotun 103/103 — 0.009.

B nokyce TGLA126 npencrapieHo 16 reHOTUIIOB,
cpeluM HUX — YeTbIpe TOMO3UTOTHBIX: 115/115,
117/117, 121/121 u 123/123 u 12 TeTepO3UTOTHBIX.
HaunGonrklilee pacrpocTpaHeHUe TOJYYMIN UYEThIpe
reHotuna — 115/115, 117/121, 117/123 un 115/121 —
0.100, 0.083, 0.065 1 0.063 coorBercTBeHHO. Hanbosee
peaKue TeHOTUIbI JaHHoTro Jiokyca: 107/117, 111/121 —
mo 0.001 kaxmerit; 123/123 — 0.002; 119/123, 119/121 —
o 0.004 xaxkaplii.

B nokyce BM1818 ycraHoBieHO 17 reHOTHUIIOB.
HawnbGotee pacrpocTpaHeHHBIMU SIBJISIIOTCSI TEHOTH-
el 262/266, 262/262 1 266/266 — 0.383, 0.177 n 0.175
COOTBETCTBEHHO. PeIKMMM re HOTUITAMU 110 JAHHOMY
JIOKycy saBistiotes 260/268, 260/260 u 258/262 — 110
0.001 kaxmerit; 264/268 — 0.002; 258/268 — 0.005 n
260/264—0.007. YacToTa BCTpe4aeMOCTH JAHHBIX Te-
HOTHUIIOB MEHBIIIE OJHOTO ITpOoLieHTa. B momyssiunm
1o 1oKycy BM 1818 BrISIBIIEHO TpM TOMO3UTOTHEBIX I'e-
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HIATAJIMHA u np.

BM 1824 BM2113
= 178/182 = 180/182 = 135/137 =125/135
" 182/188  m180/188 #135/139  m125/125
" 125/137  =125/127
"182/182 = 178/188
B125/133  =127/135
= 178/178  =182/190
" 125/139  ®=127/135
= 178/180  =188/190 W125/139  127/137
=180/180 - 188/188 "137/139 T133/135
ETH3 ETHI10
= 117/119 = 219/223
- 1177127 =219/219
= 117/129 =219/225
= 117/117 =217/217
= 121/127 =217/225
127/129 217/223
= 127/127
119/127 = 2177219
= 117/121 223/225
=117/125 =219/221
125/127 =213/219

Puc. 4. [IporieHTHOE COOTHOIIIEHNWE PACTIPOCTPAaHEHHBIX TEHOTHUTIOB JIokycoB BM 1824, BM2113, ETH3, ETH10.

HoTuIa — 262/262, 266/266, 260/260 u 14 retepo3u-
TOTHBIX.

Jlokyc BM 1824 nipencrasiieH 15 reHotunamu. I'o-
MO3UTOTHBIX TEHOTHUITIOB TI0 TAHHOMY JIOKYCY YeThIpe —
182/182, 180/180, 188/188 u 178/178. Haubonbuiyio
YacTOTY BCTPEUYAEMOCTH UMEIOT TeHOTUNHI 182/188 u
188/188 — 0.181 u 0.180 cooTBeTCTBeHHO. TaKKe BbI-
SIBJICHO TPU TE€HOTUTIA C HU3KOI BCTPEYAEMOCTHIO —
174/182 (0.001), 180/190 (0.007) u 178/190 (0.008)
(puc. 4).

B nomysnsiii KpyItHOTO poraToro cKoTa ITo JIOKYCY
BM2113 ycraHoBiaeHo 19 reHotunoB. HauGobiiiee
pacrpocTpaHeHue morydmi reHorumn 125/135 — 0.165,
HauMeHblee — reHoTun 133/139 — 0.007. YcTaHoB-
JICHO TP TOMO3HMTOTHBIX IO JTAaHHOMY JIOKYCY TeHO-
tuna — 125/125, 137/137 w 127/127.

Jlokyc ETH3 B nonynsiuuu rpeacrasiieH 18 reHo-
TUIIaMU. [ OMO3UTOTHBIE TEHOTHUITBI B TAHHOM MOITy-
maumn — 117/117, 119/119, 129/129 n 121/121. Han-
OOJIBIITYI0O YAaCTOTY BCTPEYAEMOCTH MMEET TeHOTHUII
117/117 — 0.267. Takke yCTaHOBJIEHBI IISITh TEHOTHU-
MOB ¢ HUBKOM 4YacToToil BcTpewaemocTtu: 119/119 m
121/121 — 0.004, 119/125 — 0.005, 129/129 u 121/125 —
0.008 xaxnplii.

ITo noxycy ETHI10 BoisgBiieHn 21 reHorumn, cpenu
HUX YeTbIpe TOMO3UTOTHBIX — 219/219, 217/217,
225/225 u 223/223. Haubounbliiee pacnpocTpaHeHUE
uMeeT reHotun 217/219 — 0.235. Takke BbISIBICHbI
ST PEIKO BCTpevaroluxcs reHotunos — 209/225 u
213/223 —0.002, 209/217 — 0.004, 223/223 n 209/219 —
0.008 xaxnaplii.

Jloxyc ETH?225 npencrasiieH B JaHHOM TTOITYJISIIINIA
18 reHoTuaMu. YCTaHOBJIGHO TPU TOMO3UTOTHBIX Te-
Horuma (150/150, 140/140 u 148/148) u 15 retepo3uror-
HbIX. Hambosnblliee pacripocTpaHeHUe TTOMIYyYrs T€HO-
it 148/150 — 0.301. Takke yCTaHOBJIEHO TPH PEOKO
BCTpevaroluxcd reHotuna — 146/152 (0.002), 140/142
(0.005) 1 142/150 (0.007) (puc. 5).

WccnengoBaHbl 0coOM KPYITHOTO POTaTOro CKoTa
o jokycy INRAO023. Bcero ycraHoBiieHO 29 reHOTH-
MOB, Cpeayd HUX 4YeTbipe TroMo3uroTHbix (202/202,
210/210, 208/208 u 206/206) 1 25 reTepO3UTOTHBHIX.
HauGonpiyro 4acToTy BCTpe4aeMOCTH MMeEET TeHO-
tun 210/214 — 0.182. Takke BbISIBJICHO 11 TeHOTHUIIOB C
yacTtoToit BctpedaeMoctu MeHbIe 0.01. JIBa reHoTUIIAa
uMeroT 4actory Berpedaemoctu  0.002  (198/202,
212/214), mate renotrmoB (198/208, 198/206, 202/204,
200/208, 204/208) — gactoty BctpedaemocTtu 0.004,
u renotuit 200/206 — 0.008.
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ETH225 u 140/148 INRA023
2 u 148/150 2.8 =206/214
1 150/150 =214/219
®140/140 =208/210
= 150/152 u210/214
/150 202/214
u 140/144 -2
e =208/214
=206/210
= 144/150 =206/208
a 148/152 =210/210
146/148 "202/208
SPSI115 TGLAS3
u 158/168
= 158/162
m248/256 = 158/160
=248/260 = 162/168
=248/248 = 154/162
u248/254 = 158/176
248/252 = 154/160
248/258 % 160/168
252/256 = 160/176
252/260 = 162/186
= 160/162

Puc. 5. [IpouieHTHOE COOTHOLIEHKE pacrpocTpaHeHHBIX reHoTUNnoB JiokycoB ETH225, INRA023, SPS115, TGLAS3.

Jlokyc SPS115 B monyisinyy KPYIHOIO POTraToOro
CKOTa YepHO-TIECTPOI MOPOIBI TpeAcTaBieH 16 re-
HOTHUIIaMH. Y CTAaHOBJIEHO YEThIPe TOMO3UTOTHBIX Te-
HoTuIIa (248/248, 252/252, 256/256 n 260/260) n 12
reTepo3uroTHEIX. Hambonbiiee pacrpocTpaHeHUe
noyryyui reHotur 248/248 — 0.446. Takke ycTaHOB-
JICHO TISITh PEIKUX TeHOTUTIOB. YacToTa BCcTpedyaeMo-
ctu reHoTUIOB 254/258 1 260/260 cocrasnsier 0.002,
256/258 n 256/260 — 0.004 u 256/256 — 0.005.

B mrommysistimmm KpyImrHOTO poraTtoro cKoTa I10 JIOKYCY
TGLAS53 obHapyxeHo 80 reHOTHITIOB. JIaHHBIIT JIOKYC
BBUJIYy 3HAYNTEIIGHOTO KOJIMYECTBA aJuleieii U TeHOTH -
OB BO3MOXHO OTHECTM K BBICOKOIIOTMMOPGHBIM.
Yucao roMO3UTOTHBIX TEHOTUIIOB Y 0COOEif — BOCEMb
(168/168, 162/162, 160/160, 176/176, 186/186, 154/154,
170/170, 166/166), rerepo3urotHbix — 72. Hanbomnb-
IIyI0O 4YacTOTy BCTPEYaEMOCTH WMEeT TeHOTHIT
162/168 — 0.075. Taxke B TIOMYJISAIAN YCTAHOBIIEHO
48 peIKX TeHOTHUITOB. Y MCCIeIOBAaHHBIX JKUBOTHBIX
MPUCYTCTBYIOT 18 T€HOTUIIOB ¢ YacTOTOI BCTpeuae-
moctu 0.001 (172/184, 154/174, 168/174, 178/184,
186/186, 154/184, 158/182, 154/154, 172/186, 158/174,
170/170, 166/172, 162/172, 160/172, 164/176, 168/178,
176/182, 154/164) 1 13 TeHOTUIIOB C YaCTOTOI BCTpe-
yaemoctu 0.002 (160/182, 162/174, 154/178, 166/170,
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184/186, 164/184, 160/174, 158/178, 164/186, 166/166,
158/164, 166/176, 158/158). Tak:ke BBISIBIIEHO CEMb
TeHOTUNOB ¢ 4YacTtoTroil Bcrpeyaemoctu (0.004
(160/164, 154/170, 160/184, 164/168, 166/182, 154/166,
162/178) v Tpu TEHOTHIIA C YACTOTOI BCTPEYAEMOCTH
0.005 (170/184, 176/184 u 178/186). YactoTa BCcTpe-
yaeMOCTU TeHOoTHUIIoB 158/184 u 154/176 coctaBnsieT
0.007, 176/176 u 170/176 — 0.008 1 170/186, 168/170 u
158/170 — 0.009.

OBCYXIEHHE

B xonme mpoBeneHHBIX MCCIIENOBAHUI TeHeTUYe-
CKOM CTPYKTYpbl MOIMYJSIIAN KPYMHOTO pPOratoro
CKOTa YepHO-MEeCTPOii MOPOAbl YCTAHOBJIEHO, YTO IO~
MO3UTOTHOCTb 110 MUKPOCATEUIMTHBIM JIOKYyCaM Ba-
pbupyet oT 6.1% 1o nokycy TGLAS3 mo 43.1% 1o no-
Kycy SPS115. Yucno asieneii Ha JIOKYC B TOJIITUHU-
3UPOBAHHOI YEpHO-MECTPOI MOpPOAE BapbUPYET OT
T 10 12 ¥ coCTaBIIsIET B CpeTHEM ceMb ajuiesieii. B
CBIYEBCKOIT, Oypoii IIBUIIKOUW U SIPOCIABCKOU MOPO-
ax MOJIyYEHbl aHAJIOTUYHBIC JAaHHBIE IO CPEIHEMY
YUCIly ajjejieii Ha JIOKYC, B TO BpeMsl KaK B repe-
¢GopICKOI1 1 CUMMEHTAJIBCKOM IIOpoaax JaHHEIHN 10~
KaszaTeJib CHIKEH 10 3.3 u 5.3 ajuiesis Ha JJOKYC COOT-
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BeTCTBeHHO. HambGonbmiyio pacrpocTpaHeHHOCTh
cpenu ajiesieit 12 JOKycoB B IOMYJISIIMU UMeEeT a-
srenb 248 H nokyca SPS115 — 0.644. Penkumu ajte-
JIIMHA TOMYJISIIUM SIBJISIIOTCS ajuieib 141 mH JoKyca
BM2113 — 0.001 u annens 182 mH mokyca TGLAS3 —
0.005. Bcero no 12 MukpocaTeJIMTHBIM JIOKyCaM Bbl-
saBJIeHO 52 mHdopMaTUBHEIX ayuiens. Hambonee pac-
MMPOCTPAaHEHHBIM TE€HOTUIIOM SIBJISIETCSI TE€HOTUII
248/248 nokyca SPS115 — 0.446. Bricokast yacToTa
BCTPEYAaEMOCTH JAHHOTO T'€HOTHWIIA IIO3BOJISICT Ha-
3BaTh €r0 XapaKTePHBIM IIJISI TOJMIITUHU3NPOBAHHOM
YyepHO-IIeCTpoil moponbl. TakKe y McClaeqOBaHHBIX
ocobeif yctaHoBieHO 169 TeHOTHUIIOB € YacTOTOM
BcTpeuyaemocTu MeHblne 0.01. YcTtaHoBIeHO TpU BBI-
cokononumopdHbix Jokyca: TGLAS3, TGLA227,
TGLA122. 'oMO3UTOTHBEIE TEHOTUIIBI ITIPUCYTCTBYIOT
KaK Cpedy pacIipoCTpaHEHHBIX, TaK M Cpeaud PEaKo
BCTPEYAIOIIMXCS, YTO CBHUACTEIILCTBYET O TOM, YTO
TOMO3UTOTHOE COCTOSIHME T'€HOTUIIA HE CBSI3aHO C
€ro 4acToToil BCTpeYaeMOCTHU. YCTAaHOBJIEHO, YTO
IIpU YBEJIMYEHNM OOIIETO YKCJIa TEHOTUIIOB JIOKYyCa C
15—18 mo 70—80 Bo3pacTaeT KOJIMIECTBO PEIKUX ajl-
seieit B maHHbIx Jokycax ¢ 0.20—0.30 go 0.58—0.68,
YTO 00YCJIOBJIEHO OOJIBIINM F€eHETUYECKUM Pa3HOO0-
pazueM. [lomyssimuss KpynmHOTO poraToro CKoTa 4ep-
HO-TIECTPOI TOJIUTUHU3UPOBAHHO TTOPO/IbI MPEACTAB-
JIeHa 3HAYUTEIbHBIM YMCJIOM ajUIejieii M TeHOTHUIIOB, UTO
MO3BOJISIET AENaTh MPEANOJIOKEeHNs 00 YpOBHE MHOPH-
IVHra B JaHHOMW momyasiuuu. CUMMeEHTaJIbCKas U
spociaBcKasl IOpPOAbl KPYIMHOIO pPOraToro CKoOTa
MMEIOT MEHbIIlee TeHeTUuUecKoe pasHooOpasue. [lo
W3YYEHHBIM MUKPOCATEUIUTHBIM JIOKYyCaM OHU Me-
IOT pa3HUIly Ha 1—2 ajuienst Ha JIOKYC IT0 CpaBHEHUIO
C YEPHO-TIECTPOM TONIUTUHU3UPOBAHHOU MMOPOIAOH.

HMcTouyHukoM (uHaAHCUPOBAHUS SIBJISIOCH BbI-
MMOJTHEHWE TOCYJApCTBEHHOIO 3aJaHusI IO TeMe:
“Pa3paboTarh CeJIEKIIMOHHO-TeHETUUECKNE 1 TeOpe-
TUYECKUE OCHOBBI COXpaHEeHUs U 3(PGHEKTUBHOTO UC-
MOJIb30BaHMs TeHOMOHAa KPYITHOTO POraToro CKOTa
B YpaIbCKOM pPETHMOHE C IIPUMEHEHMEM COBPEMEH-
HBIX OMIOTEXHOJIOTHI1”.

Bce IIPUMCHUMBbIC MCKAYHAPOIHBIC, HAITMOHAJIb-
HBIC I/I/I/I.HI/I MHCTUTYIHMOHAJIbHBIC ITPMHIUIILI yXOoaa
U MICMIOJIb30BAHU S XKUBOTHBIX OBLJIM COOJIIOICHEI.
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Genetic Structure of the Population of Holstein
Black-and-White Cattle by Microsatellite Loci
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This article presents the results of a study of the genetic structure of a cattle population at 12 microsatellite
loci. The object of the study was 702 specimens of cattle of Holstein black-motley breed. It was found that on
average the heterozygosity of animals at the loci is 78.3%. The average number of alleles per locus is 7.0 +
0.08. The most widespread in the population was the 248 bp allele, locus SPS115 — 0.644. Genotype 248/248
of the SPS115 locus has the highest frequency of occurrence — 0.446. 169 rare genotypes with a frequency of
occurrence of less than 0.01 were identified in the population.

Keywords: cattle, population, microsatellite locus, allele, genotype.
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Hzyuenue komupytomux u Hekoaupytomux PHK cnepmaTo3onpoB mepcrneKTMBHO MJIsI TTOMCKA HOBBIX
KJIMHUYECKUX MapKepPOB MYKCKOM (hepTHIILHOCTU 1 Pa3paboTKU ONTUMAJIBHOTO aJITOPUTMA IMPEOIOJCHUS
oecruronus. Llenpio naHHOM paObOTHI OBLT IIOMCK B3aMMOCBSI31 MexXay KoimdectBoM MPHK nmporamMmuuoB 1
U 2 TUTIOB B 3IKYJUPOBAHHBIX cliepMaTo3onaax u ¢pparmeHranueii ux JJHK, a Takke pesynbratamu criep-
MUOJIOTMYECKOTO aHain3a nauueHToB. PaboTa BeimosiHeHa Ha 33 oOpasiax 3saKyjsaTa My>KUYuH, TPOXOIUB-
LIUX 00CIeA0BaHUE U JIedeHUE MO TToBomy 6ecriioaus. Jisi Bcex maliMeHTOB ObLI ITPOBEICH CTaHIAPTHBIM
CTIIEPMUOJIOTUYECKUIA aHaTU3, OLIEHKA OAHO- U ABYHUTEBBIX pa3priBoB JJHK crniepmaro3zonnoB merogom
TUNEL, Beinenenue PHK 13 cnepMaTo301a0B U KOIUYECTBEHHBIM aHAJIM3 TPAHCKPUIITOB I'€HOB IPOTa-
muHOB MetogoM OT-TTLP B peanbHOM BpeMeHU. COIIaCHO MTOJTyYEHHBIM JaHHBIM U3MEHEHNE COOTHOIIIE-
Hus mexxny MPHK nporamuHoB 1 11 2 TUITOB CBSI3aHO ¢ HApYILLIEHUEM ITapaMeTPOB CIIEPMOrPaMMBbI; B TPYII-
e TTalMeHTOB ¢ nmaTo3oocrepmueii (n = 14) fTaHHOE COOTHOIIIEHUE JOCTOBEPHO BHIIIE, YeM B TPYTITE Ta-
LIMEHTOB ¢ HopMmo3oocrnepmueit (n = 19) (3.43 £ 0.22 nporuB 2.86 = 0.16, p < 0.05). BrisgBieHa
craTucTrdecKu 3HaunMasi koppesaaus (r = 0.33, p < 0.05) Mexny mojeit criepMaTo30Ma0B ¢ hparMeHTH-
poBanHoit JIHK v cootHomeHueM KonnyectBa MPHK renHoB PRM2wu PRM 1. B rpyminie mauueHTOB ¢ 10J1eit
crepmato3ounoB ¢ pparmentupoBanHoi JJHK Brire pedepencHoro 3HadeHus (n = 14) cooTHOIIEHUE
MPOTAMUHOB CTaTUCTUYECKM 3HAYUMO BBILLIE, YEM B IPYIINE MAalUEHTOB C aHAJIOTUYHBIM TOKa3aTesleM B
npenenax HopMel (n = 19) (3.26 £ 0.19 ipotus 2.74 + 0.18, p < 0.05). YcTaHOBIIEHO, YTO HapyllIeHHUE Mapa-
METPOB CIIepMOIrpaMMBbI (MaTo30ocriepMusi) U noswieHue gpparmeHranuu JJHK cnepmaro3zonnos acco-
LUMPYETCS C yMEHBIIIEHHEM 3KcIIpeccun reHa PRM2 o cpaBHeHuto ¢ PRM 1.

Karouesnie crosa: ciepmarozounsl, PHK, dparmentanusa JJHK, myxkckoe 6ecruionue, BCIioMoraTeJIbHbIe
PETIPONYKTUBHbBIE TEXHOJIOTHUU.

DOI: 10.31857/S0016675821020053

I[Ipy OIUTOOOTBOPEHUM OOLIMTA CIIEPMATO30MI
IMPUBHOCHUT ITOJIOBUHY IUTJIOUTHOTO FreHOMa OyIyIiie-
ro sMoproHa. CYyMTaeTcsl, YTO TEHOM 3peJIbIX CIIepMa-
TO30MAOB Y MJIEKOIMUTAIOIIUX TPAHCKPUITIUOHHO U
TPAHCSIHUOHHO HEaKTWUBEH. MexXay TeM, IIepHol
cnepMuoreHe3a (Korma IpOMCXOIUT (GopMHUpOBaHME
3peIbIX CIIEPMATO30MI0B 13 FallJIOUIHBIX CIIEPMATHI)
BKJIIOUYAET TJIOOAIbHYIO PEOpPraHU3aluio U KOHIEH-
callMI0 XpOMaTWHa, yaajeHHe OOJIbIlIe YacTu LIUTO-
IUIa3Mbl U (popMUpoBaHUEe (PYHKIIMOHAIBHO aKTUB-
Horo criepmaro3ouaa [1].

M3BecTHO, UTO OCHOBHBIE TPAaHKPUIILIMOHHEIE U
TPAHCISILUOHHBIE IIPOLIECCHI, KOHTPOJIUPYIOILINE
¢dopMUpOBaHUE 3pENIOro CIEPMATO30MAa, ITPOUCXO-
IST HEIOCPEICTBEHHO ITOCJIe 3aBepIISHUsT BTOPOIO

MeioTndeckoro aeiaeHus. [1pu aToMm 0obIIast 4acTh
cunre3npoBadHHoit PHK ymanmsercs BmecTe ¢ pemy-
LHUPYEMOM LIUTOIIA3MOM, a 3PEJIbIi CIIepMaTO30UL
COIIEPXUT crieurduyeckre OeNKM M LBl KOM-
IUIEKC Pa3IMYHBIX KOMUPYIOIINX U HEKOIUPYIOIINX
PHK, xoTtopble MOTYT BJIUSITh Ha pa3BUTHE OYAYIIETO
sMbpuoHa [2—5]. HekoTtoprle u3 atux PHK Beposr-
HO TIPEICTAaBJISIIOT COO0M OCTaTOYHBIE TPAHCKPUIITHI,
JIPyTUE K€ MOTYT ObITh HEMMOCPEACTBEHHO BOBJICUCHbI
B PETY/ISLINIO 9KCIPECCUU I'€HOB 3UTOThI WJIX ITOTEH-
LIaJIbHO MOTYT TPAHCIMPOBATHCSI C IOMOIIIBIO aIlra-
para oouuTa [6—10].

B xone cnepMuoreHe3a MIEKOMUTAIONINX CTPYK-
Typa XpoMaTHHa IIpeTepIieBacT BhIpaKeHHbIE N3Me-
HeHMs. BHayaje rucTOHOBBIE O€JKM XpOMaTuHA
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OKPYIJIBIX CIIEpMaTHI 3aMeIaoTcs Ha TPaH3UTOP-
Hble 6esiku (TNP1, TNP2), koTophle yxKe Ha clIeayIo-
el craguu (JIOHTMPOBAaHHBIE CIIEPMATUIbI) 3aMe-
IIAIOTCSI OCHOBHBIMM aprUHMH-00OraThIMHU OeJIKaMU
(mpotamMuHbl 1 1 2 TUMoB). AnepHbie OEIKU-TIPOTA-
MUHBI O0ECIIeYMBalOT 0ojiee IUIOTHYIO YIIaKOBKY
JHK B criepmaTto3onnmax. AMUHOKUCIIOTHAST TTOCTIE-
JIOBaTeJIbHOCTh O0OOMX IMPOTAMMHOB YCTaHOBJIEHA B
1986 1. [11], TeHBI, onpenensiomue nx cuate3 (PRM 1
u PRM?2), nokam3oBaHbI Ha XpoMocoMe 16 B JIOKyce
16p13.3. O6a rena nporamuna PRM1wu PRM2 tpaHc-
KpUOMPYIOTCS B XOJI¢ pAHHUX 3TAllOB CLIEpPMUOIeHEe3a
[12]. MPHK nmpotamMmuaoB PRM 1 n PRM2, B otnnmune
OT uX OEJKOBBIX NPOIYKTOB, OOHApyKMBacTCs B
okpyrabix crnepmatuaax [13]. Ilocne 3aBepiieHus
CBSI3BIBaHUS IIPOTAMUHOB C XPOMAaTUHOM CIIEPMATO-
3ouga TpaHckpunuust reHoB PRM 1 n PRM?2 nionHo-
cTblo mpekpaiaercs [14]. Tpancasuuss PRMI1- u
PRM2-TpaHCcKpHUTITOB HAUMHAETCSI M 3aBepIlaeTcs K
CTaIuM 3JOHTUPOBaHHBIX criepmatun [15]. ITIpora-
MuH PRMI1 cuHTe3upyeTcsl Kak 3peiblii OeIKOBBIA
MPOAYKT, KOTOPHI COCTOUT 13 50 aMUHOKMCIOTHBIX
octatkoB. MPHK nporammuaa PRM2 Tpanciaupyercs
JI0 OCJIKOBOrO MpEAIICCTBEHHMKA, COCTOSIIEro M3
103 aMMHOKMCIIOT, KOTOPHIN MMOABEPTacTCs IIPOTEO-
JIMTUYECKOMY paclIeIUIECHUIO 10 3pesioit (hopMBbI, CO-
nmepkarreit 50 aMMHOKMCIIOTHBIX OCTAaTKOB [ 16].

M3BecTHO, UTO SMOPUOHAJIbHOE pa3BUTHE HATIPSI-
MYIO 3aBHMCUT OT COCTOSIHUSI TeHOMa CTIIepMaTo30u/1a,
y4acTBOBaBIIIeTO B oruiogoTBopeHuu [17]. B xone co-
3peBaHUs CIIEPMAaTO30M 1 TePSIET OOJIBIITYIO YaCThb LI -
TOIUIa3Mbl, YTO AEJaeT ero siApo OoJiee ySI3BUMBIM
JUTsT BHEITHUX (hakTopoB. KoHaeHcalus xpoMaTHa
3a CuUeT 3aMellleHUs TMCTOHOB Ha IMpPOTaMUHBI B
OIpeieIeHHON Mepe UMEET U5 TeHOMa MPOTEKTUB-
Hoe 3HayeHue. [lokaszaHo, UYTO aHOMaJIbHOE COOTHO-
IIeHWE TIPOTAMMUHOB 1 M 2 TUIOB CBSI3aHO C Hapylle-
HHEM KOHJIeHCAallud XpOMaTWHA B CIIepMaTo30Uaax
[14, 18], uTo nenaeT ux 6oJiee yI3BUMBIMU K MyTareH-
HOMY JEMCTBUIO BHEUIHUX (DaKTOPOB, B TOM UMCIIE
aKTUBHBIX (popM Kuciaopoza [19].

Matpnunbsie PHK mporamMmnHOB B 3penbIx criep-
MaTo30UuAaX YeJOBeKa BEPOSITHO SIBJISIFOTCSI OCTATOY -
HBIMUM TPaHCKPUNTAMU, KOTOPbIE MOCJIE KOHACHCA-
LIUH SIApa COXPAHSIOTCS B OSIKYJIMPOBAHHBIX CIIepMa-
To3oupgax [20, 21]. Cuurtaercsl, UYTO CoaepKaHUE STUX
TPaHCKPUITOB CBS3aHO C 3KCIIpeCcCUeil TeHOB B XOJIe
criepMaToreHesa [22] m oTpakaeT KauecTBO KOMIIaK-
tuzauuu JJHK B 3pesom ciepmaro3ouse.

HapyuieHue KoMImakTA3alUud XpoMaTUHA B CIIep-
MmaTto3ounax aeiaet JJHK Gojee yyBCcTBUTEIILHOM K
BO3IEMCTBUIO CBOOOIHBIX PaguKajoB, YTO B CBOIO
ouepelb NMPUBOIUT K MOSIBJICHUIO B HEl pa3pbIBOB.
OnHako HeyCTaHOBJIEHO, KaKOi ypOBEeHb (pparMeH-
tannu JJHK B cnepmarto3onae SBISIETCSI KPUTHU-
HbIM. [TokazaHo, 4TO ToCje OIIOA0TBOPEHUS, YaCTh
pa3peiBoB B JIHK crepmaTo3ounna MoxXeT penapupo-
BaThcs 3a cueT ooumTa [23]. He cymectByeT obIe-
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MIPUHSITOTO IMOPOTOBOTrO 3HAYeHUs KoiaudecTBa (%)
criepmaTto3ounoB ¢ ¢parmeHTupoBaHHoit JITHK B
ISIKYJISITE, COBMECTUMOIL C HOpMAaJIbHBIM OILIOIOTBO-
peHHreM U pa3BuUTHEM 3MOpUoHa. Bompoc ocrtaercs
OTKPBITBIM TaKXXe WH3-3a TOro, 4YTO HEBO3MOXHO
MpeacKkas3arb, KaKoii UMEHHO CIIepMaTo30UI OyIeT
Y4acTBOBAThb B OIJIOAOTBOPEHUU IPU €CTECTBEHHOM
3a4aTUX WJIM TIPU HCIIOJIb30BAHUM BCIIOMOTaTeIb-
HBIX PEIPOAYKTUBHBIX TeXHOJoruii. PaznnyHbie me-
Tonbl merekuuu TmoBpexneanii JJHK criepmaroszon-
JIOB, OTCYTCTBUE CTaHIAPTU3MPOBAHHBIX METOIUK U
pa3zHoOOOpa3ue KpUTepreB BKIIIOUECHUS ITallMeHTOB B
IPYIIIBI UCCIIEAOBAHMS TaKKe NPUBOASAT K IPOTUBO-
PEUMBBIM PE3yJIbTaTaM.

B Hacrosinee BpeMsi pyTUHHEIE METOAbLI OLIEHKU
MYKCKOI (DepTHIBHOCTHY, MCIIOJb3yeMbIe B KJIMHM-
YEeCKOM MpaKkTUKe, UMEIOT ONpeae/ieHHbIE OrpaHuye-
HUSI U HE TTO3BOJISIIOT OLICHUTH OILIOIOTBOPSIONINIA
MMOTeHIIUAJ criepMaTo3onaa. B 3Toi cBsI3u mmepcrnek-
TUBHBIM SIBJISICTCSI U3yYeHUE MHOTOYMCICHHBIX KO-
nupyromux 1 Hekoaupyoimux PHK criepmarozonna
IUIST TIOMCKA HOBBIX KIMHUYECKUX MapKepOB MYX-
CKOI (pepTUIIBHOCTU U Pa3pabdOTKM ONTUMAaJbHOTO
aJlropuTMa IipeomosicHus1 oecrurogus. llenbro maH-
HOM pa®OTHI ObUI MOMCK B3aMOCBSI3N MEXIY KOJIM-
yectBoM MPHK npotaMuHoOB 1 1 2 TUIIa B 95IKYyJIMPO-
BaHHEIX CIEpMaTo3ouigax U (parMeHTauuein ux
JHK, a Takxxe pe3yabraTaMy CIIEPMHOJIOTTIECKOTO
aHaym3a.

MATEPUAJIBI U METOJbI

HMccnenoBaHue NpoBeneHO B OTAENE PENPOAYKTO-
gorun HUMNM akyliepcTBa, TMHEKOJOTUM U PENpo-
nykrojiorun M. I.0. Otra (Cankr-IleTepOypr) c
paspelleHrs 3TUYEeCKOTo KomuTteTa. Martepuaiom
IJISl UCCTIEAOBAHUSI TTOCTYKWJINM 00pas3libl 3SKYJISITa
33 naiueHToB, NMPOXOAUBIINX OOC/IeNOoBaHNE B OTAE-
JIEHUU BCIIOMOTATEJIbHBIX PENPOAYKTUBHBIX TEXHO-
JIOTHUiA.

Ilooeomoska u oyenka 3akKysama

Jag Bcex ManmeHTOB OBbLI IPOBEAeH CTaHIAPT-
HBI CIIEPMUOJIOTUYECKUN aHAJINU3, KOTOPBIA BKJIIO-
yajl B ce0s1 OlLIEeHKY oObeMa 3$IKyjsiTa, KOHLEHTpa-
LIUU, TOJABUXHOCTU U MOP(OIOTUHN CIIEPMATO30UI0B
COTJIAaCHO PYKOBOACTBY BcemupHOI opraHuzanuu
s3apaBooxpadeHus (BO3) [24]. ITocae 3Toro asKyisit
OTMBIBAJIU C MIOMOIIbIO LIEHTPUDYrMpoBaHUs B Tpa-
JUEHTEe TUIOTHOCTU CUJMKOHOBBIX YacTUIl Supra-
Sperm (Origio, Denmark) (80 : 55%, 06/06) B Teue-
aue 20 muH npu 300g. TTocne neHTpUdYyTrUpOBaHUS
yIISIIA CYTIepHATAHT U OCaOK IMTPOMBIBAIN KYJIbTY-
paJIbHOI cpenoii 1151 MOATOTOBKY CIIEPMAaTO30UI0B K
ortogoTBopeHMuIo Sperm Preparation Medium (Ori-
gio, Denmark). ITpoBoaujin moBTOpHOE LEHTPUDY-
rupoBanue 10 muH nipu 300g, ymansuiyd cyliepHaTaHT
U BbLIEJSUIM (DPaKIIMIO XUBbIX TTOABUKHBIX CliepMa-
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Ct MPHK PRM1 v PRM2, BoineneHHBIX U3 3IKYJIMPOBaHHBIX criepMaTo3onnoB. Koaddumment koppensiuun [Mvupcona r =

=0.96, p < 0.0001.

TO30MIOB MeTonoM dnotanuu. OO6paboTaHHBIN
9SKYJISAT ObLIT pa3fesieH Ha ABe YacTu, OdHa U3 KOTO-
PBIX UCTIOJIb30BaIaCh JIs1 OLIEHKM JOJIY CIIEPMaTO30-
nnoB ¢ dpparmeHTupoBaHHoi JIHK MeTomom ¢ayo-
PECLIEHTHOTO MEUEHMUSI OTHO- U IBYHUTEBBIX pa3pbi-
BoB IHK (TUNEL), a npyrast — ms ananuza MPHK
nporamMmuHoB PRM1 1 PRM?2 ¢ nomoinsto ITHP B pe-
aJlbHOM BpPEMEHMU.

Dayopecuenmroe meueHue 00HO- U 08YHUMEBbIX
pa3spwleos 6 JJIHK memodom TUNEL

BrisiBnieHue B criepmaro3ounax (parMeHTUpPO-
BanHoi1 JIHK metonom TUNEL npoBommmi coraacHo
OINMCAaHHOI paHee MeToAUKe ¢ MonudUuKauusiMu [25].
Yacte npemobpaboTaHHOIO 3SIKYJIsITa 00padaThIBaIA
TMNOTOHNYECKMM pacTBopoM 0.33%-Horo uuTpaTa Ha-
tpust. Tlocne ueHTpudyrupoBanus 15 MuH npu 600g
CYCIIEH3MIO CO crnepMmaTo3ougamMu (hUKCUPOBAIU C
MOMOIIIBIO 3TaHOJ-YKCycHOro ¢dukcatopa (3 : 1) u
XpaHWJIU [0 TPUTOTOBJEHUS TpernapaToB NpU TeM-
nepatype —20°C. UccnenoBanue pparmentanmu JJHK
criepmaro3onngoB TipoBoauiam  MetomoM TUNEL
(Terminal deoxynucleotidil transferase (TdT)-medi-
ated dUTP Nickand Labelling). CoritacHo UHCTPYK-
MU (pPMBI-TIPOM3BOIUTEISI, CyXOBO3AYIIIHbIE MTPeTa-
paThl CIIEpMaTO30UIOB OTMBIBIU B (pocaTHO-coJie-
BoM Oydepe (1xX PBS). Ilocme momomHUTEIBHOM
dukcamuu B 4%-HoM pacTBope TapadoiibMallbaeTnaa
(TTPA) nipenapaTbl MTHKYOMPOBAIN B IEPMOOUIN3U -
pyroreMm pactBope 0.1% Triton X-100, pacTBopeH-
HOM B 0.1%-HOM LIMTpaTe HATPUS, B TeUeHUE 15 MUH
npu Temriepatype —20°C (Sigma, Germany). Jdanee
MoA MOKPOBHOE CTEKJIO M00aBJsIM PeakKIMOHHYIO
cMmeck: 4.5 mxut 1 X TdT 6ydepa u 0.5 Mmxi1 pepMeHTa
(Roche, Germany). ITo3UTUBHBIM W HEraTUBHBINA
KOHTPOJIU TPOBOAMJU COIJIACHO MHCTPYKLIMU (pUp-
MbI-Tipon3BoauTelsa. Ilpenapatel MHKyOMpoBaiu 1 4

npu temmnepatype 37°C. [Noce nByXKpaTHOI OTMbIB-
KM B Oy(depe peakinio ocTaHaABINBAJIU TUCTUILIAPO-
BaHHOI BOJOM, MpernapaTrbl IMPOBOAUJIM II0 CEpUU
COUPTOB Bo3pacTawlleil KoHneHTpauuu (70°, 80°,
96°) m 3akimoyanu B (OTO3AIIUTHBIN pacTBOp, CO-
nmepxammuit Kpacurellb DAPI (4,6-diamino-2-pheny-
lidole) B koHuUeHTpauuu 1 Mxr/mia (Sigma, I'epma-
Hus1). DIyopeclieHTHBIN CUTHAJI OLIEHUBAJIU C TIOMO-
mpio Mukpockomna Leica DM 2500 ¢ kamepoii Leica
DFC 345 FX (Leica Microsystems GmbH, I'epma-
Hust). st monydeHnst poTon3o0pakeHS MCIOJIb30Ba-
JI1 mporpamMmHoe obecrieueHue Leica Application Suite
Bepcus 3.8.0 (Leica Microsystems GmbH, I'epmaHust).
st xaxxmoro ob6pasna oueHuBam He MeHee 2000
CIepMaTO30U/IOB.

DyopecueHTHBI CUTHAN NOEeTeKTUPOBAIU TMPU
MUKPOCKOITMYECKOM aHaJIi3e C MOMOIIBIO (ryopec-
LEHTHOTO MMKpocKomna. [Ipon3Bommim 1moacyer crep-
MaTO30MI0B, B KOTOPBIX IIPUCYTCTBYET/OTCYTCTBYET
GJIIyOpeCLIEHTHBII CUTHAJI, YTO ITO3BOJISIET OLICHUTh
OOIIIyI0 TOJIO CIIEPMATO30MA0B C HAJIMUYMEM pa3pbl-
BoB B JIHK — mokazarenp moam criepmMaTo30uI0B C
“gactmyHo ¢parMeHTupoBanHoir JHK”. Taxke
MPOU3BOIMIIN MOACYET CIIEPMATO30MI0B, B KOTOPHIX
diryopeciieHIIMs 3aHMMAaeT BCIO IUIOINAIb T'OJIOBKU,
4YTO TOBOPUT O ToTajmbHOU (pparmeHTtauum IHK B
KJIeTKE — IoKa3aTesb JOJIU CIIePMaTO30UI0B C “TI0JI-
Hoit” ¢pparmenTamueit JJHK. IToporosoe 3HaueHue
CIIepMaTO30MUI0B C YaCTUYHO (hparMEHTUPOBAHHOI
OHK — 15% [26, 27], ¢ 1momHO#t ¢parMeHTalIME
OHK — 0.35% (puc. 1). PedepercHoe 3HaYeHUE T1O
JIoJIe KJIETOK c ITojiHoit (pparmenTauueit JIHK obu1o
YCTAHOBJIEHO IO pe3yjbTaTaM COOCTBEHHBIX HCCJIE-
JIOBAaHMU CIiepMbl JOHOPOB (HEOIMyOJIMKOBAaHHBIC
TaHHBIC).
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Taomma 1. ITokazarenu ImapaMeETpoOB CIIEPMUOJIOTUYCCKOI'O aHa/IM3a B I'pyIIiax IalfueHTOB C HOpMOSOOCHepMHSfI H 1rna-

TO300CIIEpMUEM
INonBrxHOCTH Mopdomorust
Pesybrar Bospact O6tem KonneHrpariyst CIIepPMaTO30MI0B CIIEpPMAaTO30MI0B
CITEpPMaTO30MIOB, (% miporpeccuBHO (% mopdomnormaeckn
CIIepMOTPaMMBbI (1eT) SIKYJISITA, MJT
MJTH/MJT TONBUXKHBIX HOPMaJTbHBIX
CIIEPMAaTO30UIOB) CIIEPMAaTO30M1IOB)
HopMmosoocnepmusa | 36.0£6.6| 3.3%£1.0 85.6 £40.7 48.9 + 14.7 8.8 £3.0
(n=19)
ITaTozoocnepmus 359+56| 3.5%+10 48.9 £ 39.9 49.1 £ 20.1 39+£26
(n=14)
p-value 0.99 0.53 0.05% 0.61 0. 0001*

IMpumeuanue. [IpuBeneHbl cpenHue 3HAYSHUSI B IpyIMIiax = cTaHIapTHOE OTKJIOHEHUE. * — CTAaTUCTUYECKU 3HAUUMbIE Pa3Inyust MEXIy

rpynIamMH.

Buvidenenue PHK, o6pamuas
mpaunckpunyusi, RT PCR (OT-I111[P)

st cBeXKHX 00pas31oB dAKYJIATA C TIOMOIIBIO ONTH-
YeCKOro MUKpPOCKoIia, ooopygoBaHHoro 100X o0b-
€KTUBOM, TIPOU3BOIWIN OLIEHKY YMCTOTHI OTMBIBKU
CIEPMaTO30MJI0B OT COMAaTUYECKMX U KPYTJIbIX KJle-
ToK. Bce 0Opa3iibl OB BBIpAaBHEHEBI 110 KOHIICHTPA-
1, BeiaeneHue PHK npousBoawim u3 1 MITH KJIETOK
Ha KOJIOHKaX C cujukKarejeBoil memOpaHoii Pure-
Link RNA Mini Kit (Thermo Fisher Scientific,
CIIIA) comtacHO MPOTOKOIY (DUPMBI-TIPOU3BOIUTES.
Dmonuo npoBomwm B 30 mxi1 6ydepa TE. J1ist mpose-
JIEHHWST 0OpaTHOM TPAHCKPUITIINM UCTIONL30BAI HAabop
High Capacity Reverse Transcription Kit (Thermo
Fisher Scientific, CIIIA) B cOOTBETCTBUU C MUHCTPYK-
OUSIMU TIPOU3BOIUTENIS, B 00beMe 20 MKJI, B TIPUCYT-
CTBUM CJIyYalHBIX TeKCaHYKJIEOTUIHBIX MpaiiMepoB
(random primers) (3 mr/mMir) ¢ go6asiaeHuem 10 MK
MOJIydeHHOTO pacTBopa ToTanbHoil PHK.

[11IP B peaibHOM BpeMeHU IIPOBOAMIN Ha IIPpUO0-
pe Real-Time PCR System 7500 (Applied Biosystems,
CIIIA) ¢ UCIOJb30BaHUEM PACXOMHBIX MaTEpUaAIOB
npousBoacTtBa Thermo Fisher Scientific, CIIA —
TagMan Gene Expression Assays: Hs00358158 gl
s reHa PRM1, Hs04187294 gl nns reHa PRM2.
s aHanuza obuiero coaepXaHusi TPaHCKPUIITOB
reHoB PRM 1 nPRM?2 olieHMBaJIM 3HAYEHME MTOPOTO-
Boro Hukiaa Ct ajs1 Kaxagoro ob6pasua (BblIeIeHHUE
PHK u3 1 MimH Ki1eToK). 151 onpeneacHns: COOTHOIIIE-
aust MPHK miporamMuHoB 1 11 2 MCTTIOIBE30BaIM 3HAYEHNE
ACtppy 115t MPHK renoB PRM1 v PRM2 (Ctppp—
Ctprprr)- Pe3ynbTaThl 3KCIEPUMEHTOB aHATU3UPOBA-
JIM C UCIIOJb30BaHMEM IIporpaMMmbl ExpressionSuit,
Bepcus 1.0.3 (Thermo Fisher Scientific, CIIIA).

Cmamucmuueckuii aHaiu3

CraTUCTUYECKMIA aHaIW3 JaHHBIX MPOBOIUIN C
nomolikio mporpaMmmbel GraphPad6 (GraphPad Soft-
ware, CIIIA).
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HopmanbHoCTh pacnpeneiieHUs OLieHUBaIU CO-
rinacHo kputeputo llanupo—Yusnka. B ciayyae Hop-
MaJbHOTO pacIpenesieHus], CpeIHUe CPaBHUBAIIU C
nomolblio -Kputepust CteiogeHTa. /I mTaHHBIX, He
MOIUMHSIIOIIUXCSI HOPMaJbHOMY pacIipeleSIeHUIO,
MPUMEHSUIM HelapaMeTpuueckue Kputepuu. s
CpaBHEHMS MeAWaH UCIoJb30BaH U-kputepuii MaH-
Ha—YUTHU. Pasanums cyutanm cTaTUCTUYECKHU 3Ha-
YyuMBIMU IpH 3HaYeHuu p < 0.05.

st ouenku B3auMocBsi3u mexny Ct (PRM 1) u Ct
(PRM2) paccuuTtbiBaid KO3(MOUIIMEHT KOPPETILIUU
IMTupcona. J1ns1 onpeneneHus cBa3u Mexny ACtpgy, U
rnapameTpaMmu CliepMorpaMmMbl, a Tak>Ke B3aMMOCBSI -
31 C JOJICH CIIEpMaTO30MI0B ¢ (pparMeHTUPOBAHHOM
AHK paccuutsiBanu Ko3(hGULMEHT KOppeasuuu
CnoupmMmeHa (r).

PE3VJIBTATHI

Ha ocHoBe pe3yabTaToB CTaHIAPTHOIO CIIEPMUO-
JIOTUYECKOTO aHan3a BbIAeJIeHbI ABE TPYIIIbI Malu-
eHToB. [IepByIo rpynmny cocTaBWIN ITALIMEHTHI C HOP-
Mo3zoocriepMueit, n = 19 (T.e. ¢ HOpMaJIbHBIMU ITOKa-
3aTeIIMU CIIEPMOTPaMMEI), BTOPYIO — ITAlIMEHTHI C
paznMYHBIMHA (popMaMu narozoocnepmuu (n = 14), a
MMEHHO: CO CHUKEHUEM ITOJIBUXKHOCTHU CIIEPMATO30-
HUJIOB — C acTeHO300cHepMueii (n = 1), ¢ HapylIeHU-
eM MOP(OJIOTHH CTIEPMATO30MUI0B — TEPATO300CTIEeP-
mueii (n = 11), a TakKe ¢ COYeTaHHBIMU OTKJIOHEHU -
SIMA — C oJuroTreparozoocnepmuet (n = 1) u
oJMroacTeHoTepaTo3oociepmueii (n = 1) (tabi. 1).

11 Bcex manMeHTOB IMpPOBeAcHA OIlleHKa dOJIU
criepmaTto3ounoB ¢ pparmeHTUpoBaHHOM JTHK Me-
TOIOM (bJIyOpPECLIEHTHOIO MEUEHUSI OOHO- U IABYHM-
teBbIX pa3pbiBoB JJHK (TUNEL), kotopas Bapsupo-
Basia ot 0.8 mo 20.5% mo mokaszaTeno 4acTUYHOI
dparmenrauuu 1 ot 0 1o 3.3% no mokasaTeso IoJI-
HoiT parmMeHTanmu. B rpyrnmax cpaBHeHUS cpeaHee
KOJIMYECTBO CIIEPMATO30MI0B C YaCTUYHO pparMeH-
tupoBaHHOi JIHK cpean manreHTOB ¢ HOPMO300C-
nepMueit coctaBuiio 5.8 + 5.1%, mist mMauMeHTOB C
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naro3oocnepmueit — 6.5 = 5.0%; ¢ momHoi par-
meHTauueit JTHK — 0.65 = 0.86% v 0.67 £ 0.73% co-
OTBETCTBEHHO. TakuM 0Opa3oM, UccaeayeMble TpyII-
MBI 10 TOJIE CIIEPMATO30MI0B ¢ (hparMeHTUPOBAHHOIM
JHK mMexmy coboif cTaTUCTUYECKM 3HAYMMO HE OT-
Juyanucsk (p > 0.05) (r-kputepuii CTblogeHTA).

C nomoinrto TTIP B peanrpHOM BpeMeHU IIPOBE-
JeHa KoiaudyecTBeHHasi oueHka MPHK B uccienye-
MBIX oOpa3liax Mo reHaM IpOTaMHUHOB 1 1 2 TUITOB.
Ouenensl noporosbie HUKJIIbI (Ct) miist MPHK mpota-
MuHOB PRM1 nPRM2, KoTopble BapbUpOBaIN OIS
PRM1 ot 21.8 u oo 34.2 (28.5 = 3.3), a mist PRM2 —
ot 20.4 no 28.9 (25.5 = 2.9) (puc. 1,a). Koadduiu-
eHT Koppesiuuu 1o konmnmdyectBy MPHK niporamuna 1
THNA K mpoTaMuHy 2 Thna coctabui = 0.96 (p < 0.0001;
koaddunreHT koppensiuu [Mupcona) (puc. 1,0).

B wuccnenyemoli BbeIOOpKe 0OIIee KOJIMYECTBO
MPHK renoB PRM 1 n PRM?2 (3nauenue Ct) y mauu-
€HTOB C HOopMmo3oocriepmueii (n = 19) u maTozooc-
nepmueil (n = 14), a Takxke y NalilMeHTOB C pa3HOIi 10-
JIeit criepMaTo30uIoB ¢ (pparMeHTHpoBaHHON JJHK
CTaTUCTUYECKU 3HAYMMO He oTiindaioch (U-kpute-
puit ManHa—YutHu; p > 0.05). He o6HapyXeHo 3Ha-
YUMOI KOppelsiu MexXny cooTHomeHneM MPHK
nporaMuHoB PRM1 u PRM2 (niokazarens ACtpgy,) U
TaKMMU TlapaMeTpaMu CIIepMOrpaMMbl, KaK KOHIICH-
Tpauusi, TOABUXHOCTh U MOP(MOJIOTHS CIIEpMaTO30M-
JoB (k0 duieHT koppessiunu CrimpmeHa) (Taoir. 2).

OnHako Mpu CPaBHEHUU COOTHOIIEHUM KoJuye-
crBa MPHK renoB PRM1 uPRM2 (ACtpg,) MeXay
nalyeHTaMu ¢ HOpMO300CTepMUeil U TTaTo300CTIep-
MUeit OOHapyXKEeHO CTaTUCTUUYECKY 3HAUMMOE pa3iiv-
ype: 2.86 £ 0.16 npotus 3.43 + 0.22 (p < 0.05) (U-
kputepuit ManHa—YutHu) (puc. 2). bojee Beicokue
3HaueHus1 nmokazatesisi ACtpg), CBUIETEILCTBYIOT O

E (9] (@)
T T 1

[\
T

ACt (PRM2/PRM1)
(98]

—_
T

o

&)
o &

Puc. 2. ACtpp,, B Ipynnax nalieHTOB ¢ HOPMO300CTEp-
Mueil u maro3oocriepmueit (U-kputepuiit ManHa—Yur-
Hu), p <0.05.

MINYK u np.

Tabmuma 2. [lokazarenu koadduiveHTa Koppensiiuu
Crnupmena mexxay ACt PRM1/PRM2 u pazinyHbIMU HO-
KazaTeJISIMU MapaMeTpPOB CITEPMHOJIOTMIECKOTO aHaIr3a

Koadbobunmuent
Koppesauu (r) Mexmy
Mapanerp ACt PRM2/PRM1u | p-value
CIIepMOIPaMMBbI
rmapaMeTpoM
CIIepMOIrpaMMBbI
KoHueHTpaus 0.13 0.46
CIIEpPMAaTO30M1I0B
IMonBXHOCTH 0.21 0.25
CIIEpMATO30M1I0B
Mopdosorus —0.12 0.49
CIEpPMATO30UIOB

cHikeHun ypoBHst MPHK rena PRM2 oTHOCUTEITH-
Ho MPHK rena PRM 1.

Takxe craTUCTUUECKM 3HAYUMBbIE PA3JIMYUS BbI-
SIBJICHBI TIPY aHAJIN3€ B3aUMOCBSI3U MeX 1y (hparMeH-
tanueit JIHK cnepMaTo30MmoB M COOTHOLIEHHWEM
MPHK nporammuuos PRM1 1 PRM2. B rpynme ¢ 1mmo-
BBILLIEHHOM 0Jeit criepMaTo301I0B C TTOJHOM ppar-
menTtauueit JHK (>0.35%; n = 14) 3HaueHune ACt pgy,
3HAYMMO BBIIIIE, YEM B IpyIIie MalueHTOB C MoKa3a-
TeJIIMU TIOJTHOM (parMeHTallMM B mpeneiax pede-
peHcHoro 3HaueHUS (£0.35%; n =19): 3.26 £ 0.19 u
2.74 = 0.18 cootBeTrcTBeHHO (p < 0.05) (f-KpUTEpPMIL)
(puc. 3). Mexny noJyeil CiepMaTo301a0B C TOJIHOM
dparmerTauueit JJHK 1 ACt pz,, TOKa3aHa CTAaTUCTU -
yecku 3HaumMasa Koppeisiaua (¢ = 0.33; p < 0.05)
(ko3 dunmeHT Koppeasiuuu CriipMeHa).

Homns criepMaTo30MI0B ¢ YaCTUIHOM pparmMeHTa-
uueit THK B uccienyemoil BbIOOpKE y MallMEHTOB
BapbpupoBayia B npeaenax or 1 mo 20.5%, cpemHee
3HauYeHue cocTtaBmiIo 6.28 £ 5.01%. Y GonbIIMHCTBA
MalMeHTOB JaHHBII MOKa3aTesb ObLI B Mpeaeaax pe-
(epeHCHBIX 3HAYEHU, B CBSI3U C STUM He OBIJIO PO~

W
T

N
T

W
T

\S]
T

L

ACt (PRM2/PRMI)

—_—
T

o

I I
<0.35 >0.35

Puc. 3. ACt pg;, B rpymmax MalmeHToB ¢ 10JIeii CiepMaTo30-
unoB ¢ nonHoi dparmenTarveit JTHK <0.35% u >0.35%
(+-xputepuit CtbioneHra), p < 0.05.
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BelleHO CpaBHEHUS MexXay rpynnamu (<15% (n = 30)
u >15% (n = 3)), BBIACACHHBIMH 10 J0JIe CIIEPMAaTO-
30MO0B C yacTuuHou (pparmeHraumeit JJTHK, mu3-3a
MaJIOTO KOJIMYECTBA MTAllUEHTOB B TPYIIITAaX.

OBCYXIEHUHE

B xone cnepmaroreHe3a raruiouIHbIe CIICpMaTH-
OBl TIPOXOASIT (ha3y 3JIOHTALUM, YTPAUUBAIOT OOJNb-
IIYI0 4YacTh LMTOIUIa3Mbl (LIMTOMJIa3MaTuyecKas
Karuist) v gug@epeHIUPYIOTCS B 3pelible CIIEPMAaTO-
3ounnl [28]. TTokazaHo, 9TO B 3pebIX CIIEPMATO30M -
nIax yegoBeka He npoucxoguT cuHTeza PHK de novo
[29], omHako B HUX coaepxKaTcsi pa3HOOOpa3HbIC TH-
bl (6onee 3000 TpaHCKPUIITOB) KaK KOOUPYIOIIUX,
Tak 1 Hekogupylomux PHK [4, 30].

B nociiemHue rogbl HayYHbIE UCCISIOBAHMS B 00-
JIaCTH MYKCKOTO OeCIUIOAusI M cIiepMaTOreHe3a Co-
CpeIOTOYCHBI Ha MoMCcKaX MH(POPMATUBHBIX MapKEePOB
KayecTBa MYXKCKHUX TIOJIOBBIX KIJIETOK. DKCIIpecCus
IIPOTAMMHOB MMEET BaXKHOE 3HAUSHME UISI HOpMaJib-
HOIO Ipoliecca cliepMaToreHesa 1, cjieaoBaTe/IbHO,
MYXCKOU (hepTUIBHOCTHU, TI03TOMY M3ydeHue MPHK
IIPOTAMHUHOB | 1 2 TUITOB SBIISIETCSI IEPCIIEKTUBHBIM
HamnpaBjeHUEM B MCCIEIOBAaHUU MPUYUH MYXKCKOTO
oecrionus. A. AXMaau ¢ COaBT. TTOKa3aJu Ha OOLU-
TaxX XOMSTYKa, 9YTO AECTPYKIIMS IIPOTAMUHOB, BEI3BaH-
Hasl TUCYJIb(pUI-BOCCTAHABIMBAIOIIMM areHTOM -
TUOTPEUTOJIOM, IIPUBOAUT K CHIDKEHUIO CBSI3BIBAHUS
CIIepMaTO30MUI0B C OOLIMTAMM M MX CIIOCOOHOCTU K
MeHeTpaluu siunekiaeTky [31].

OmHUM M3 BO3MOXHBIX ITPOTHOCTUYECKUX TTOKA-
3aTeNeil KauecTBa criepMaToreHe3a MOXKET OBITh CO-
OTHOIIIEHUE GEJIKOB IIPOTAMUHOB B CIIEPMAaTO30MAaX.
CorlacHO MMEIIMMCSI TaHHBIM, KOJIUYECTBEHHOE
cootHolreHne 6ea1koB PRM1/PRM?2 y ¢pepTriibHBIX
MY:;KYUH npubmkaercs K enuHuie [14, 32]. bonee
MO3IHUE UCCIIEIOBaHUS TTOKA3aJIM CXOIHbIC COOTHOIIIE-
Huss MarpuaHoii PHK nporammunoB PRM1/PRM2.
YcTaHOBICHO, YTO KOJIMYECTBO OEJIKOB IPOTAMUHOB
KOppeaUpyeT ¢ KOJUYECTBOM MPOTAMUHOBBIX TpaH-
ckpurtoB [33, 34].

Ucnonw3ysa konumdyectBeHHyo TP B peanmsHOM
BpPEMEHHM, MbI OLIEHWJIN KOJIUYECTBO TPAHCKPHUIITOB
reHoB PRM 1 v PRM?2, BeimelIeHHBIX U3 CIIEPMAaTO30-
WUJI0OB, U30JIMPOBAHHBIX U3 ISIKYJISITA C TTOMOIIBIO rpa-
JIUEHTa CWJIMKOHOBBIX 4YacTull. OOHapyXeHO, 4TO
yBeauuyeHue 3HaueHusi ACtpg,, (CHUXKEHUE YPOBHS
MPHK rena PRM?2 otHocuTensHO ypoBHSI MPHK T1e-
Ha PRM]I), cBsi3aHO C HapyIIEHWEM IlapaMeTpoOB
CIIepMOTPaMMBI, 1 Y ITALIMEHTOB C ITaTO300CIIe pMUE
9TOT IIOKa3aTelb CTAaTUCTUYECKU 3HAYMMO BHIIIIE,
YyeM y HallMeEHTOB C HOPMO300CTIEPMUEM.

Hamm pe3ynabTaThl COIIacyioTcsl C JAHHBIMU IPYTUX
nccaenonareiieit. A.E. TTimarc ¢ coaBT. mponeMOHCTpU-
poBaIM pazmuuusl B copepxkaHuu TotaibHOii PHK y
MY>KUMH C TEpaTO300CIIepPMUE M C HOPMO300CIIEpMUE
[35]. ITo3gHee OBLUTO IPOIEMOHCTPUPOBAHO CHIKEHUE
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ypoBHsT MPHK renoB PRMI1 n PRM2 y MyX4unH ¢
aCTEeHO300CIIepMUEii IO CPABHEHUIO C KOHTPOJIbHO
Ipymmoi ¢GepTuiabHbIXx MyxX4uH [22]. CyliecTBylOT
JIaHHBIE O CBSA3M MEXY KOJIMUYECTBOM TPAHCKPUIITOB
reHoB PRM 1, PRM2wu TNPZ2 B 3pelIbIX CIIepMaTO30MU -
Iax v ux MopdoJorueii [36].

B Ha1reii BeIOOpKe He HaleHO pa3IMuMii 110 00-
memy kKoymmaectBy MPHK renmoB PRMI1 n PRM2 y
MY>XYHMH C HOPMO300CIIEPMUEN U ITATO300CTIEPMUENA,
a TakXKe Y MY>XUYMH C pa3JIuIHbIM YPOBHEM (pparMeH-
tannu JHK B cmepMmaroszonmax. OmHakKo MOJTyIeH-
HbIE Pe3yJIbTaThl MOATBEPKAAIOT UCCIIETOBAHUS APY-
TMX aBTOPOB, CBUIETEIBCTBYIOIIMX O BaxKHOI POIU
COOTHOIIIEHHUS TPOTAaMMHOB IJIsI MOAACPKAHMS HOP-
MaJIbHOIT MOPGOJIOTUM CIIEPMATO30UIOB U LIEJIOCT-
Hoctu nx JJHK. CormacHo JaHHBIM JIMTEPaTyphl COOT-
porrenne MPHK niporamMmHOB 1 11 2 TUTTOB B 3IKyTPO-
BaHHBIX CIIEPMATO30MAaX pa3indaeTcs Y (depTUIbHBIX
MY>KUMH 1 Y My>KY1H ¢ OECIUIOONEM, a Y MY>KYUH C HOP-
MO300CIIepMUEN JaHHBIN MOKa3aTeIb IIPUOIIKAETCs K
enuHuiie [33, 34]. B HacTosIieM McciiegoBaHUH TpyIIra
MalMEeHTOB C HapylleHneM (pepTUILHOCTH, CBSI3aHHBIM
C TTaTO300CIIEPMHEIA, CTATUCTUIECKN 3HAYMMO OTINYa-
JIach OT TPYIIIbI HAlMEHTOB C HOPMAaJIbHOM (pepTUITEHO-
cteio 1o cootHoureHnio MPHK PRM2/PRMI, mipu
9TOM Y MAIIUEHTOB C MAaTO300CIIEPMUEH JTaHHBIN I10-
Ka3aTeJb BBIIIE eTMHULIBI TIOYTH B 3.5 pa3za.

O4yeBUAHO, YTO HOPMaJbHOE 3SMOPUOHAJIBHOE
pa3BUTHE HATIPSIMYIO 3aBUCUT OT COXPAHHOCTU FeHO-
Ma CHepMaTo30ua, OIJIOJOTBOPUBIIETO SHIIEKIIET-
Ky [17]. B xome co3peBaHMsI criepMaTO30U[l TEPSIET
0OJIBIIYIO YaCTh LIMTOMJIAa3Mbl, YTO JI€JIAET €ro SApO
OoJiee ySI3BUMBIM IJIsI BHEITHUX (pakTopoB. Kpome
TOTO, B 3p€JIOM CIIepMaTO30H1 i€ HE TTPOUCXOIST IPO-
necchl permapauyu. Ytoosr 3amuruth JHK cnepma-
TO30UIa BO BpeMs €ro MPOXOXIEHUS U3 MYXCKOTO
pENpoayKTUBHOTO TpakTa B XeHckuit, JHK myx-
CKMX TaMeT yIIaKOBBIBAETCSI OTJIMUYHBIM OT COMaTHUye-
CKMX KJIETOK 00pa3oM: 0OIbIIAast 9acTh TUCTOHOB 3a-
MEHSIeTCSI Ha TTPOTAMUHBI, apXUTEKTypa XpoMaTUHA
COCTOUT U3 TOPOUTAIbHBIX CTPYKTYP [1]. beaku mpo-
TaMUHOB HEOOXOIMMBbI LISl MPAaBUJIbHOU KOMITaKTU-
3allMd XpOMaTWHa CIlepMaTO30MAa, a HapylleHUue
3TOTO TIpollecca Tpeapacriojiaraer K nmaTroMopgoJio-
TMYECKUM aHOMaNUsIMU (DYHKIIMOHAIBLHON HEIroJ-
HOLIEHHOCTH cIiepmMaTto3ounos [37].

CornacHo JaHHBIM HACTOSIIIETO MCCIeTOBaHUS
HapymeHue B cooTHomeHnu MPHK nporammHOB
CBSI3aHO C MOBHIIIEHWEM YPOBHSI (parMeHTaluu
JHK criepmaTo3ouaoB: MeXay O0JIei cliepMaTO301-
noB ¢ noiHoi ¢parmeHtanueii JJTHK 1 cootHomIe-
HuemM MPHK PRM2/PRMI1 moxkazaHa craTucTuye-
CKUY 3Haummasi Koppesuusi. Kpome Toro, B rpyrrme
MalUEHTOB C IOJIEM CIIepMaTO30MI0B C (hparMeHTH-
poBanHoi JIHK Brime pedepeHcHOro 3Ha4eHUS CO-
otHoiieHue PRM1/PRM?2 3HauuMo BbIlle, 4eM B
IpyMIie MalMeHTOB C aHAJIOTMYHBIM ITOKa3aTelIeM B
npenejiax HopMbl. BeposiTHO, 3TO SBIISIETCS OTpazKe-
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aHreM 3 dpekTuBHOCTH KoMrmakTu3au JJHK B xome
criepMuoreHesa. HapylieHue aToro mpoiiecca mpu-
BOOMUT K ToMy, uTo saepHasa JHK cnepmarosouna
MeHee CTadITbHA Y CTAHOBUTCSI MUATIIEHBIO JIJIST MyTa-
reHHoTro 3 @deKTa aKTUBHBIX (opM Kuciaoponaa [38].
CorylacHO TaHHBIM JuTepaTypbl noBpexneHue JHK
CIIEpMAaTO30MIOB BIUSIET HA TIepBBIe ASJICHUS IPO0-
JICHUsI 3UTOTHI, (POpMHUpPOBaHUE OJACTOLIMTHI, (-
(EeKTUBHOCTh MMIUIAHTALIMK U BhIHAIIMBaHUE Ocpe-
MeHHocTH [ 19, 38—43]. Hapymenns penapanny pas-
peiBoB JIHK kak B crmepmaroreHese, Tak M ITOCJE
OIUIOAOTBOPEHMUSI MOTYT TakKXe HPUBOIUTH K BO3-
HUKHOBEHUIO XPOMOCOMHBIX ITEPECTPOEK, B TOM
YHCJIe XPOMOTPUIICHCA, M HACTIESIOBAHUIO X SMOPU-
oHaMmu [45, 46].

Ha ceromusimHuii AeHb OY€BUIHO, YTO CTAaHIAPT-
HBIE METOIbI OLIEHKN MYXCKOiT (DEpTUIBHOCTU IME-
JOT CBOM OTpaHMYEHUS W HEOOCTATOUHBI B CIIyJasix
CYIIPYKECKMX Map ¢ UAUOIIAaTUYECKUM OECIIOIUEM.
Boitee toro, no ouenkam BO3 okoso 15% Gecruion-
HBIX MY>KUYWH UMEIOT HOpMaJIbHbIC TTOKa3aTeIN CIIep-
MHUOJOTMYECKOTO aHaiu3a [47], 4yTo yKa3bIBaeT Ha
MIPUCYTCTBUE OPYyIux (pakKTOPOB, KOTOPhIE UIPaiOT
BaXKHYIO pOJIb B MY:KCKOM (PepTHMIIBHOCTH M HE MOTYT
OBITb OLIEHEHHI C ITOMOIIBIO aHaJIM3a CIIEpMOTpaM-
MEL. B 3T0ii ¢BSI3M M3ydeHre KCIIPECCUM IIpOTaMU-
HOB M MX CBSI3M ¢ 1tenoctHocThio JIHK crrepmarozo-
WUJIOB SIBJISIETCS TIEPCIEKTUBHBIM HallpaBJIEHUEM JUJISI
JTaJIbHENIIX UCCASA0BaHUI IIPUIMH MYKCKOI0 Oec-
TUIOONS.

PaGora BhITIONHEHA TP (PUHAHCOBOM ITOIIEPKKE
Poccuiickoro HayyHoro ¢oHzaa, rpant Ne 18-75-10046.

Bce npouenypsl, BEIITOJIHEHHBIE B MCCIIETIOBAHNN
C y4aCTHUEM JIIOACH, COOTBETCTBYIOT 3TUYECKUM CTaH-
JapTaM UHCTUTYLIMOHAIBHOTO 1/MJIN HALIMOHAILHO-
ro KOMUTETA IO MCCIIEN0BATEIbCKON 3TUKE U XeJlb-
CMHKCKOM nmexjapaiuu 1964 r. u ee Mmociieayonmm
W3MEHEHUSIM WX COIIOCTaABUMBIM HOpMaM 3TUKMU.

OT KaXmoro M3 BKIIIOYEHHBIX B HCCJICAOBaHUE
YYaCTHUKOB OBUIO TOJIYYeHO WH(MOPMUPOBAHHOE
TOOGPOBOILHOE COTJIacHe.

ABTOpBI 3asIBJISIOT, YTO Y HUX HET KOH(JIMKTA WH-
TEpPECOB.
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Protamine 1 and 2 mRNAs Abundance in Human Spermatozoa and Its Relation
to Semen Quality and Sperm DNA Fragmentation among Fertility Clinic Patients

M. A. Ishchuk® % *, O. V. Malysheva®, E. M. Komarova“, 1. D. Mekina®,
E. A. Lesik?, A. M. Gzgzyan*?, 1. Yu. Kogan“, and V. S. Baranov*?
40tt Research Institute of Obstetrics, Gynecology, and Reproductology, Saint Petersburg, 199034 Russia
bSaint Petersburg State University, Saint Petersburg, 199034 Russia
*e-mail: mashamazilina@gmail.com

Sperm contain a complex population of coding and non-coding RNA, and the utility of sperm RNA in fer-
tility research are currently being explored. The aim of this study was to estimation of protamines 1 and 2 tran-
scripts content in human ejaculated spermatozoa in relation to semen quality and sperm DNA fragmentation
between fertile and infertile patients. Human ejaculates were obtained from 33 patients and semen analyses
were assessed by WHO criteria (2010). We evaluated the sperm DNA fragmentation measured by TUNEL as-
say. Patient’s ejaculates were purified by density-gradient centrifugation, sperm cells were lysed, mRNA ex-
tracted, reverse transcribed and subjected to real-time qPCR using specific primer pairs for protamine-1,
protamine-2 and 18S RNA. The sperm protamine mRNA ratio in normozoospermic men (n = 19; 2.86 +
+ 0.16) differed significantly from that of patozoospermic patients (n = 14; 3.43 £ 0.22; p < 0.05). A signifi-
cant correlation was shown between sperm DNA fragmentation and the PRM2/PRM1 mRNA ratio (» =
= 0.33; p <0.05). In the group of patients with an increased sperm DNA fragmentation (n = 14; 3.26 = 0.19)
the PRM2/PRMI ratio was significantly higher than in the group of patients with normal rates (n = 19; 2.74 £+
* 0.18; p < 0.05). Abnormal sperm protamine ratio associated with poor semen quality and DNA fragmenta-
tion. Finding sperm-quality markers would help to understand the causes of male infertility and to improve

the male reproductive health.

Keywords: human sperm, sperm DNA fragmentation, sperm RNA, male infertility, assisted reproductive

technologies.
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BJIUSAHUE IMOJUMOP®U3MA INDEL JEMKOIIUTAPHOI'O AHTUTEHA
YEJIIOBEKA G (HLA-G) 1 CE3OHA POXJIEHNA HA PUCK PASBUTUA
IHNN30PPEHNN N EE KIMHNYECKHUE OCOBEHHOCTHA
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! Hayunwiii yenmp ncuxuueckoeo 300posws, Mockea, 115522 Poccus
*e-mail: korovaitseva@mail.ru

IMoctynuita B pemakuuio 23.03.2020 r.
IMocne mopabotku 24.04.2020 r.
IMpunsara K nmyoaukaumu 25.08.2020 r.

Monynupyss MMMYHOJIOTUYECKHE OTHOIIIEHWSI MEXKy MaTephblO U TJIOAOM, a TaKKe B3aUMOIEUCTBYS C pa3-
JIMIHBIMU cpenoBeIMU dakTopamu, HLLA-G urpaer BaxXHyo pojib B pa3BUTHUH TOJIOBHOTO MO3ra SMOpHOHA 1
TMIOTOMY paccMaTpUBaeTCs B KaueCTBE OMHOIO 13 (pakTopoB pucka mm3odpeHun. Mol nusydanu cBsi3b INDEL
noaumopdusma reHa HLA-G c mm3odpeHneil 1 ee KIIMHIIECKIMUA OCOOCHHOCTSIMU C YIETOM CE30Ha POK-
neHus. Boibopka 60bHBIX BKIIOYaia B cebs 1171 yenoBeka ¢ 3o peHUE, TpyIiny KOHTPOJIS COCTaBUINA
575 Ticuxu4ecKu 3M0POBBIX YeJIOBEK 0€3 HACIeACTBEHHOM OTSTOIIEHHOCTH NMCUXUYECKMMU 3a001eBaHUSI -
MU. BbISIBJIEHO B3aMMoIeiicTBME M3y4aeMoro nojiumopdusma u ce3oHa poxneHusi. OOGHapyXeHo, 4To y
MYXYUH, Hocutesieit reHotuna D/D, ponuBIIMXCS JIETOM, PUCK Pa3BUTHS N30(DPEHUN YBEINUNBACTCS
(OO =1.95,95% AMN: 1.01—3.78). IIpoBeneHHBII HAMU aHAJIU3 ITOKA3aJl, YTO HE3aBUCHMO OT CE30HA POXK-
neHust 60abHEBIX mr3odpeHueii momumopdusMm INDEL He oka3piBaeT BIUSTHIS Ha KIIMHUYIECKIE OCOOCH-
HOCTH IIM30(PEHUN: BO3PACT Havaia 3a001eBaHUSI U BBIPAXKEHHOCTb CUMITTOMATUKU.

Knroueeswvie crosa: INDEL nonumopdusm, reH HLA-G, ce30H poxXIeHus, ITU30(DpeHNsI.

DOI: 10.31857/S0016675821020065

HIn3odpeHus aBasieTcs: CIOXKHBIM M KIMHUYECKU
HEOTHOPOIHBIM 3a00JIeBAHUEM, TATOT€HE3 KOTOPOTO
W3Y4YeH JINIIb YaCTUIHO. OTHUM U3 MEXaHU3MOB, KO-
TOPBII MOXET JIeXKaThb B OCHOBE pa3BUTHS IIN30(ppe-
HUUM, CUUTAIOT CJIOXHBIC B3aMMOACUCTBUSI MMMYH-
HBIX HapyIIeHW ¥ TOJIOBHOTO Mo3ra. ITonydyeHHbIE K
HAaCTOSIIIIEMY BPEMEHU TAaHHbIE UCCIENOBAHUINA JIIOAEH
¥ MOJIEJIE SKMBOTHBIX CBUICTEILCTBYIOT O BaXKHOM PO-
JIM BOCTIAJICHNS B pa3BuTUM mm3odpennn [1—-3]. B ps-
Jle MCCJeIOBaHU OBbUIO OOHApYkKE€HO MOBBILIEHNE
YPOBHSI IIPOBOCHAIUTEIBHBIX IUTOKMHOB U UX pe-
LIEITOPOB B IJIa3Me KPOBU M CHMHHOMO3TOBOM XKHWI-
KOCTHU [4—6], a TakKe U3MEHEHNE IKCITPECCUU TEHOB
STUX LIMTOKMHOB B TOJIOBHOM MO3T¢ OOJIbHBIX 130~
dpenmeit [7].

JleiikonuTapHble AaHTUTEHBI 4YeJloBeKa (JIOKYC
HILA) — BaxHbIe peryasaTopbl UMMYHHOTO OTBETa.
OHM 0Ka3bIBAIOT BIMSIHME HAa TOMEOCTa3 LIUTOKUHOB,
C aHOMAJIBHBIM YPOBHEM KOTOPBIX MOXKET OBITh CBSI3aHA
MaTOJIOTUsI IM30(DPEHNUM, M IOTOMY PacCMaTPUBAIOTCS
psIIOM aBTOPOB B KaueCTBe FeHOB-KaHAWAATOB IIIM30-
¢penun. AatureH G neiikonurtoB yeiaoBeka (HLA-G)
SBJSIETCS eMUMHCTBEHHBIM aHTuTeHoM HILA, KoTophIii
9KCIIPECCUpyeTCcsl Ha KJeTKaXx HuToTpodobdiacta
IUIaleHTh.. MoayiIupyss UMMYHOJIOTUYECKUE OTHO-
meHus Mexny Matepbio 1 1uiogoM, HLA-G urpaer

BaXKHYIO pOJIb B SMOPUOHAJILHOM Pa3BUTUM, B YaCT-
HOCTHU B pa3BUTHUU TOJIOBHOIO MoO3ra 3MOpuoHa. 13-
MeHeHne skcrpeccun 6enka HLA-G m3-3a reHeTn-
YEeCKMX M CPEJOBBIX BapuallMii MOXET IPUBECTU HE
TOJILKO K pa3JIMYHBIM OCJIOKHEHUSIM 0€peMEHHOCTH,
HO ¥ K UIMMYHOINATOJIOTUSIM, KOTOPEIE, KaK CUYATAET-
csl, CO3Mal0T PUCK pa3BuTus mmsodppeHun [8§—11].
Oco0BbIit MHTEpEeC BBI3BIBACT OOMH U3 BAPUAHTOB I'eHa
HLA-G — BcraBka/ymaneHue 14 mH B 9K30He 8 B 3'-
HeTpaHcaupyemoii (3'UTR) o6mactu, minu INDEL
noauMopdusM. JIaHHBIIT ITOJIMMOPGU3M SIBISICTCS
(YHKIIMOHATBHBIM U CBSI3aH C YPOBHEM 3KCIIPECCUU
reHa u crabuiabHocThio MPHK, KoTOphie MOTyT OBITH
M3MEHEHHI Ipu mm3odpenun [8, 12—14]. Takke or-
MEYaJIOCh, YTO 3TOT IIOJMMOP(MU3M BIHUSIET HAa MOP-
doJiornyeckre XapaKTepUCTUKM TOJIOBHOIO MO3Ta
[15, 16].

bruto mokazaHO, YTO MOMMMO T'€HETHMYECKUX
¢daxTOpOB pHUCKa Bo3AeicTBHE psiga (haKTOPOB OKPY-
XKalollell cpeabl MOXET BIUSTH Ha pa3BUTHE TOJIOB-
HOI'0 MO3Ta 1, KaK CJIeJICTBUE, JIeKaTh B OCHOBE pa3-
Butus mum3odpennu. [Ipmuem sddekT HEKOTOPHIX
T€HOB-KaHIWIATOB SIBJISIETCSI 3HAYUTEIbHBIM, TOJIb-
KO €CJIM IPUHSATH BO BHUMaHME OIIpeceHHBIE Cpe-
noBble akTophl [17]. OmHMM M3 TaKMX CPEeIOBBIX
dakTopoB sBasteTcs ce30H poxneHus [18—20]. ITwI-
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TasgCh OOBSICHUTH MEXAaHW3M B3aNMOCBI3U MCEXOY
PUCKOM pa3BUTUSI IM30(PEHUU U CE30HOM POXIIE-
HMWsI, aBTOPbI BBIABUTAIOT ITPEAITOJIOXKEHMA O POJIN NH-
deKImn, TeMIepaTyphl, ITUTETHHOCTA CBETOBOTO JTHS
U psima Apyrux (hakTopoB B Iepuon OepeMeHHOCTU
[20—22].

[lens Halrero ucciienoBaHUsI — U3YYEHUE BIIUSTHUS
BapuanToB INDEL nmomumopdusma rena HLA-G u ce-
30Ha POXIEHHUS KaK cpeaoBoro (akropa Ha pUCK
Pa3BUTHUS U KIIMHUYECKHWE OCOOEHHOCTHU IU30¢pe-
HUU B POCCUMCKOM TTONYJISILINU.

MATEPUAJIBI U METObI

OO6m1ast BbIOOpKa OOJIBHBIX BKJIIOYaia B ceost 1171
YyeJIoBeKa C IMM30(PpeHUEH U pacCTPOICTBAMMU IIIN30-
dpeHnyeckoro criektpa (pyopukm F20—F25 mo
MKB-10; cpemnuit Bo3pact 34.8 + 12.9 roma, 484
MYKYUH U 687 XeHIUH). ['pyIimry KOHTpOJs cocTa-
BN 575 mcuxmyeckKu 3IOPOBBIX YeJIOBEK Oe3 Ha-
CJIEIICTBEHHOI OTSTOIIEHHOCTU IICUXMYSCKUMMU 3a-
o6oneBaHusMu (cpemHuii Bo3pacT 34.2 = 12.1 rona,
252 Myx4yuHBI 1 323 KeH1uHbl). Bonee 95% B Kax-
JIOM rpyIire — 3THU4YEeCKU pycckue. Bece obcnenqoBaH-
HbBIe JaBaji MH(GOPMHUPOBAHHOE coIjlacue Ha cOop
OMOJIOTMYECKOro MaTepuajia, coop aHaMHe3a, TeCTH -
poBaHMeE U IIPOBEJICHIE MOJICKYJISIPHO-T€HETUYECKO-
r0 UCCJIeTOBAHMSI.

KonuuecTBeHHYI0 OILIEHKY IICHMXOIIATOJIOTUYE-
CKOIi CMUMITOMATUKM y OOJBHBIX (B Oajiax) IpoBO-
nuin ¢ momoiibio mkaasl PANSS (The Positive and
Negative Syndrome Scale) 1o TpeM cyOIIKaaaMm — mo-
3UTUBHOM, HETATUBHOM 1 OOIIIE ITICUXOITaTOJIOTYe-
CKOIA.

Ce30H pOXIEeHUST BCEX YYaCTHUKOB HCCIIEIOBA-
HUS Opeaessivu AByMsl criocobamu: 1) o KajieHaap-
HOMY TIPUHIIMITY; 2) IO aCTPOHOMWYECKOMY TTPHH-
nuiry [23]. AcTpoHOMMYECKHUI CITOCO0 IejieHUsT Ha
CE30HbI YUUTHIBAET JJIMHY CBETOBOTO AHSI U BpeMeHa
roa OTCYMTHIBAIOTCS OT TOYEK COJIHIIECTOSHUS M
paBHOAeHCTBUS. COTJIaCHO 3TOMY, 3MMHUM CE30HOM
POXIEHUS CUMTAIM poXaeHue ¢ 22 aekadbps IO
21 mapta; BeceHHUM — ¢ 22 Maprta 110 20 MIOHS; JIeT-
HUM — c 21 uioHS 1o 22 CeHTSIOpsT 1 OCEHHUM — C
23 ceHTs10pst mo 21 mexadpsi.

JHK BblIeasiiu U3 BEeHO3HOM KPOBU CTaHIApPT-
HBIM MeTOIOM (heHOJI/XI0pOOPMHOIT SKCTPAKIIUN.
I'enorurupoBanmne nokyca INDEL rena HLA-G
NPOBOAWJIA METOAOM IOJMMEPA3ZHON LIEMHOM peak-
muu (ITLP), BEIMOJIHEHHOM IO CTaHAAPTHOM IIpo1Ie-
Iype ¢ HEeOOJbIIMMM MOITU(MPUKALIUAMN Ha aMILIM-
dukatope C1000 Touch (Bio-Rad). Ucnonb3oBain
OJINTOHYKJICOTUIHBIE mpaiiMepbl: mpsMoii 5'-TCA
CCC CTC ACT GTG ACT GA-3'" m obpaTHBII
5'-AGG AAA GGT GAT TGG GGA AG-3'. Tlonay-
yeHHble [1LIP-pparmenTs pasgensiim B 10%-HoM
nomakpuinamugHoMm rerne. Pasmep TTLP-dparmenTa,
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coaepKalero BcTaBKy 14 mH (ayutens /), COCTaBIIsLI
219 mH, pparmeHTa 6e3 BctaBkU (aieab D) — 205 1mH.

Ilpu aHamu3e MaHHBIX COOTBETCTBUE pacrpeesie-
HUS 4aCTOT IT€HOTUITIOB paBHOBecHI0 Xapau—BaliHOoep-
ra OLIEHUBAJIN C ITOMOIIBIO KpuTepwst 2. [ist OLeHKH
3HAYMMOCTH Pa3JIMIMii B paclpenesieHUM ajulesieil u
TeHOTUIIOB MOJUMOPGHOTO JIOKYCa B M3ydaeMbIX IO/~
IpyIIax Ucrosb3oBamu Kpurepuii x> Iupcona. Puck
TOTO WJIW WUHOTO ajUulesisl UM TeHOTUIIa B Pa3BUTUU
MM30(PEHUN OIIPENE/ISUIA C TIOMOIIBIO ITOKa3aTelIs
otHoteHue mancos (OLL) ¢ 95%-HbIM fOBEepUTETb-
HbIM MHTepBasioM ([IM). 3a mopor craTucTuyecKoi
3HauyuMocTu Iipu ompenencHur OILl ObpT mpuHAT
cTaHAapTHBIN ypoBeHb p = 0.05. MHoroaKkTOpHbIA
JUCTIEPCUOHHBII aHaIW3 MPUMEHSUIM IS OLICHKU
B3aMOJIEMICTBUSI T€HETUYECKNX Bapualuii, Ce30Ha
POXKIEHMUS 1 T10J1a TTAlIMEHTOB Ha BhIPAXKEHHOCTb KJIM -
HUYECKUX CHUMIITOMOB 3a00JieBaHMsI. AIOCTEpUOP-
HBII aHaJIU3 IPOBOIWIN C UCIIOJIb30BAHUEM ITOIIPaB-
ku boHpeppoHn Ha MHOXECTBEHHOCTh CpaBHEHUIA.

PE3VYJIbTATDBI

AHayin3 BBIOOPKU OOJIBHBIX MOKa3al CIEayIolee
pacnpenenenue reHotunioB INDEL HLA-G: D/D — 423
(36%), 1I/D — 573 (49%), 1/1 — 175 (15%). Pacnipenene-
HU€ T€HOTUIIOB B TPYIITie 3J0POBOTO KOHTPOJIST OBLIO:
D/D — 183 (32%), 1/D — 298 (52%), I/1 — 94 (16%).
Pacnpenenenne 4acToT TeHOTUIIOB B 00EWX BEIOOP-
KaxX COOTBETCTBOBAJIO paBHOBecHIo Xapau—BaiiH-
6epra (2 B rpyrre 60abHBIX — 0.71, B rpyrine KOH-
Tposist — 2.2). JJOCTOBEpHBIX pa3IMUMiA YACTOT aJlie-
Jieli 1 TeHOTUIIOB B BbIOOpKax OOJIbHBIX U KOHTPOJIS
He oOHapyKeHo. YacToThl ajjieneil U TeHOTUIIOB Y
MY>XUWH U KEHIIWH 3HAYUMO HEe pa3inyairuch MeXIy
00011 KaK B IpyIIIie OONBHBIX ITM30(PpeHNE, TaK 1 B
KOHTPOJIbHOI IpyTIIE.

KonnyecTBo poXaeHUIT B pas3iuvHbIE CE30HBI
(kajleHIapHbIe U aCTPOHOMUYECKUE) Y OOJIbHbBIX 111U -
30(ppeHMEl 1 B KOHTPOJIBLHON T'pyIIIe IIPaKTUIESCKHU
HE pa3In4ajaoch U COCTaBIIsLIO OT 23 mo 28%.

I1pu BbimesieHUN KajleHAAPHBIX CE30HOB POXKIe-
HUS aHaJIU3 paclipeaesieHus] YacToT ajljieJieil U TeHO-
TUIIOB BBISIBUJI JTOCTOBEPHOE YBEJIWYECHUE YaCTOThI
reHotumia D/D y GOJbHBIX IIM30(QPEHUECH, POXKICH-
HBIX JIETOM, TI0 CPaBHEHUIO CO 3[10POBbIMU UHAMBU-
JaMU U3 KOHTPOJIbHOU TPYMIIbl, POKIASHHBIX B TOM
xe cesoHne (}? = 4.16, p = 0.04). 1715t TOro 4To6HI BbI-
SICHUTD, CBSI3aHO JIU 3TO pa3jiluuue C MoJOM, MbI IPO-
aHaJIM3UPOBaAIY pacnpeaeeHre YacTOT TeHOTUIIOB B
IrpyIiax My>XX4MH 1 XeHIIUH. OOHapy:KeHO IOCTO-
BepHOe yBeJInueHre 4acToTbl D/ Dy 60JbHBIX IIU30-
¢dpenueil My>XUrlH IO CpaBHEHUIO C MY>KUMHAMU U3
KOHTPOJIbHOI rpymist: 2 = 4.01, p = 0.04; OLLL = 1.95,
95% U (1.01-3.78). PacnipeneneHue poxXaeHU 110
KaJIeHAapHBIM CE30HaM B 3aBUCHUMOCTM OT MoJjia B
KOHTPOJIbHOM TpyMnIie U y OOJbHBIX HIM30dpeHueit
Moka3zaHo B Tao1. 1.
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Taomma 1. KommyecTBo 00JIBHBIX HlI/ISO(I)pCHI/ICﬁ 1 3JOPOBbIX MHANBUIOB B 3aBUCMMOCTH OT I10J1a, POKACHHBIX B pa3-

JIMYHBIC KaJICHOAPHBIC CC30HbI

BonbHble mu3odpenueii (n = 1171) KonTponbsHas rpynma (n = 575)

IMon 3Uuma BeCHa JIETO OCeHb 3UmMa BECHa JIETO OCeHb
n=2330 n=278 n=276 n=287 n=150 n=142 n=138 n=145
(28%) (24%) (23%) (25%) (26%) (25%) (24%) (25%)

KO HILIHLL 195 178 158 156 81 85 69 88
B (59%) (64%) (57%) (54%) (54%) (60%) (50%) (61%)

MYVSKUHLL 135 100 118 69 57 69 57
yK (41%) (36%) (43%) (46%) (46%) (40%) (50%) (39%)

Ta6auua 2. Pacnipenenenue yactot ajieneii u reHoturioB INDEL HLA-Gy 60nbHBIX IM30(ppeHUEeH U 310POBBIX UHAM-

BUJIOB, POKICHHBIX JIETOM (KaJICHIApHBI CE30H)

I'enorun HLA-G

BonbHble mm3odpenueii (n = 276)

KonTtpoabHas rpynmna (n = 138)

(INDEL), annensb KeHWUHEI (1 = 158) | Myxuunbl (n = 118) >KEHLIUHBI (1 = 69) MY>XXUMHEL (7 = 69)
D/D 60 (0.38) 46 (0.39)* 22(0.32) 17 (0.25)
/D 68 (0.43) 60 (0.51) 36 (0.52) 41 (0.59)
I 30 (0.19) 12(0.1) 11 (0.16) 11 (0.16)
D 188 (0.59) 152 (0.64) 80 (0.58) 75 (0.54)
I 128 (0.41) 84 (0.36) 58 (0.42) 63 (0.46)

*YacroTa reHOTHUIIa D/D Y MyXX4YWH, OOJIbHBIX Lm/rso(l)pel-meﬁ, JOCTOBECPHO OTJIMYACTCA OT HaCTOThI TCHOTUIIA Y MY>KYMNH B KOHTPOJIb-

Hoii rpynne (y* = 4.01, p = 0.04).

3HayeHUsT 4YacTOT TEHOTHUIIOB U ajieieil y 00J1b-
HBIX N30 peHne 1 JIIoAei 13 KOHTPOJILHOM IpyII-
MBI, POXIECHHBIX B JIETHUW CE30H, IPEICTABICHBI B
TabJI. 2.

I1pu ananu3e BEIOOPOK € MCITOJIb30BAaHUEM acTpPO-
HOMMYECKOTO JeJIeHUsI Ha Ce30HbI, YUYUThIBAIOIIETO
IJIMHY CBETOBOTO AHSI, MBI He BRISIBUIIN 3 heKTa B3a-
MMOJIEMCTBUS T€HOTUIA U CE30HA HAa PUCK Pa3BUTUSI
130 peHnN.

OlieHMBasI BIUSTHHAE CE30HOB POXICHUS, KaK Ka-
JICHOAPHBIX, TaK U aCTPOHOMUYECKHNX, HA BBIPpaXKeH-
HOCTB TTO3UTUBHOM, HETATUBHOM M OOIIIeii TIcuXoTia-
TOJOTUYECKO CUMIITOMATHUKU, MBI HE OOHAPYKUJIU
3HauuMbIx 3¢ dekToB. He obHapyxeHO addekTa
B3anMMOJIIEMCTBUS TE€HOTHIIA, TT0JIa M CE30Ha POXKIIE-
HUSI Ha BBIPAXXEHHOCTh CUMIITOMATUKU MPU IIN30-
dpeHun.

brino uzyyeno BausiHue INDEL nmoauMmopduzma
M CEe30Ha POXKIEHUS KaK CpeloBOro (pakropa Ha BO3-
pacTt Havasa 3a6oyieBanud. [lokazaHo, 4To HU ce30H
POXIEHUsI, HU TEHOTUI He BIUSIET Ha BO3PaCT IMPO-
SIBJICHUSI CUMITTOMOB. OHAaKO IIpY BBEACHUU B aHA-
3 dakTopa II0a OBIIM OOHApYXKEHBI pa3 UM
MEXIy BO3pacTOM Hauajia 3a00JeBaHUS Y MY>KUYUH U
KEHIIMH, POXICHHBIX JIETOM (KaJeHIApHBIIA CE30H).
V MyXX9UH CpeIHMI BO3pacT K HadaJly 3a00JIeBaHUS
(18.4 rona) ObLT HIKE, YeM y skeHIIMH (21.8 net) (F=8.1,
d.f.=1,p=0.005). Ho mpu 3ToM HA OOHU 13 TEHOTU-
noB INDEL ¢ atnMm cHIm:KeHreM He aCCOLIMMPOBAal.

TEHETUKA Ne 2

TOM 57 2021

OBCYXJIEHHE

HaxkarummBaroTcs qaHHBIe, CBUACTEILCTBYIOIINE O
TOM, YTO OOJIBIMMHCTBO (haKTOPOB pUCKa MHU30ppe-
HUU JCMCTBYIOT BO BpeMsI TIpeHaTaJIbHOTO 1 TTIepUHa-
TaJBHOTO TIepUOoaa XXNU3HU, Y TeHBI, CBSI3aHHBIC C 3a-
OosieBaHMEM, OKa3bIBAIOT BIMSHUE Ha pa3BUTHE TO-
JIOBHOTO MO3ra He HampsiMylo, a yepes TUIaleHTy [2,
24, 25]. I'ensl 1 aKTOPHI OKPYKAIOIIEii Cpeabl B3au-
MOJEUCTBYIOT ¥ MOIYJUPYIOT Pa3BUTHUE MO3Ta YeJI0-
BeKa Ha paHHMX 3Tallax ero pa3BUTHUSI, BbI3bIBasl pa3-
JINIHBIE HAPYIICHUST COCTOSTHUS TUTAIleHTHI.

OnHUM U3 HanboJiee YacTo 00CyXaaeMbIX Cpelo-
BBIX (haKTOPOB, BIUSIHUE KOTOPOI'O MOKET OBIThH CBSI-
3aHO C Pa3BUTHUEM N30 PEHUU Y TOTOMCTBA, SIBJISI-
€TCsl Ce30H poxaeHUs1. [Ipu 3ToM B psiie MOIyasiiuii
y Jm1 ¢ mm3ogpeHneil HabaonaeTcss N30bITOK 3UM-
He-BeceHHUX ponoB [18—20]. Tem He MeHee He Bce
KCCIeOBaHUS TOATBEPKIAIOT YBEJIWYECHHE pPHCKa
IJIsl TeX, KTO POXIEH B 3TOT nepuon [26—28]. B Ha-
cTosIIei padboTe MBI TaKxKe He OOHApPYKMIIM M30BI-
TOYHOTO YMCJIa POXKACHUM OOMbHBIX IIN30(pEeHUEH B
3MMHEM U BeCeHHeM ce30He. PacripeneneHue poxmie-
HUI MO Ce30HaM ObLIIO0 PaBHOMEPHBIM M IIpaKTUYe-
CKM He OTJINYaJIOCh OT KOHTPOJIbHOI rpyrimbl. [Tomy-
YeHHbIC HAMU TAaHHBIC COTJIACYIOTCS C pe3yabTaTaMu
OJTHOTO 13 UCCIeNOBAaHUMN POCCUMCKON MOMYJISLINN.
B HeM He ObLIO0 BBISIBJICHO CYIIECTBEHHBIX CE30HHBIX
KOJIEOAHMUIA YaCTOTHI POXACHUSI Y OOJIBHBIX IIM30-
dpeHmneit, XOTSI 1 OBLUIN BBIIEJICHBI ITUKHU POXIAEMO-
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CTU TIpW aHaiam3e poxaecHui 1mo MecsiaMm [28]. Tlo
BCEM BUIMMOCTHU, CE30H POXIEHUS CAMOCTOSTEIBHO
He BIMSIET Ha pa3BUTHE IU30GpeHnn. s BOSHUK-
HOBeHMUsI 3a00JIeBaHUS HEOOXOOMMO HaJUdue 1IeJIo-
ro psifia JOMOJHUTENbHBIX (PAaKTOPOB (TeHETUYECKUX
U CPEOOBBIX), BO3AECMCTBUE KOTOPBIX YBEIUUUT PUCK
pa3BUTHS IIN30(PPEHUN.

Psan HaGmiomeHUit CBUACTEILCTBYET O TOM, 4TO
nonumopdusm INDEL rena HLA-G siBasieTcsl Bax-
HBIM MapaMETPOM, BIIMSIOIIMM Ha pETy/sSlMIO reHa
IIPU HEKOTOPBIX ITATOJIOTUSIX, CBSI3aHHBIX C 3KCIIPEC-
cueii 6enka HLA-G [8, 12, 29, 30]. Tak, Hanpumep, B
VHOWMCKOIT 1 (DpaHIy3CKOM MOMYJISIIUSIX IToKa3aHa
MPOTEKTUPYIOIIAsI POJIb TeHOTHIIA 1/ 1 17151 OUTIONISIPHOTO
paccrpoiictBa [30, 31]. ITpuuem mocaemyronmii aHaam3
M0KAa3aJjl, 4TO PacIpOCTPaHEHHOCTh 3aIlIUTHOIO I'€HO-
TUIIA HIDKE cpedy OOJIbHBIX, POOVBIIMXCS B 3UMHMIA
nepuon [31]. B npyroM uccienoBaHUU, HAIPOTUB,
OBUIO OOHApYKeHO, 4To reHotun I/ sasisieTcst dak-
TOPOM pHCKa pPa3BUTHUS MM30(PEHUN B MHINICKOMN
MOITYJISIIM. ABTOPBI TaK:Ke ITOKa3aJy acCOLUAIIAIO
reHotuIia 1/1 ¢ TO3UTUBHOM CUMITTOMAaTUKOM Y MY>K-
yuH [8]. IToaydeHHBIE HAMU Pe3yabTaThl HE TIOATBEP-
XKIalT CBs3u reHotwIia I/1 ¢ puckoM 3a0ojieBaHUS B
TPYIIIIe STHUIECKMX pyccKux. OmMHAKO Mbl OOHAPYKIIA
addekT B3amMOIENCTBUS TeHEeTHUYeCcKoro ¢axkropa W
Ce30Ha POXICHNS Ha PUCK pa3BUTHS MIM30(ppeHN. Y
OOJILHBIX MN30MPEeHUEH MYKUIWH, POXICHHBIX JIe-
TOM, YyacToTa reHoturia D/ D Oblia BbIIIIE, YeM Y MyX-
YWH U3 KOHTPOJBHOM TPYIIIBI, POXKIEHHBIX B TOT XK€
MEPUO.

PaccmatpuBasi 3MMHe-BECEHHUM CE30H poXie-
HUS B Ka4eCTBe CpeloBOro (hakTopa, BIUSIOLIETO Ha
pa3BUTHE MNU30(PPEHUN, MHOTHE aBTOPHI BEIIBUTAIOT
TUITOTE3Y O POJM MHMEKIMU, TeMIepaTypbl, HIW-
TEJILHOCTY CBETOBOIO JHS U psiaa APYrux ¢pakTopos,
IEeHCTByOIIMX B 3TOT Tniepuon [20—22, 32]. Tem He
McHee HeJb3sl He MNPUHSATH BO BHUMaHUE W TO, YTO
COOBITHE, TIOBJIMSBIICE Ha pa3BUTHE 3a00JeBaHUS,
MOIJIO IIPOM30MTU HE B MIEPUO POXKACHMS, a B IIep-
BOM WJIA BTOPOM TpUMeCTpe OecpeMeHHOoCcTU. B Ha-
IIEM MCCJIEAOBAaHUM 3TO KOHEIl OCEHM—3UMa U 3U-
Ma—Ha4dajJo BECHBI COOTBETCTBEHHO. Bce OOBIUHO
paccMaTpuBaeMble CpeloBEIe (DaKTOpHl pucKa (BU-
pycHas uim 6akTepuajbHas MHMEKIIs, HU3Kast TEM-
rneparypa, HeIocTaToK BuTaMuHa D, IInTelIbHOCTh
CBETOBOTO JIHSI) MOTYT OCOOEHHO CUJIBHO IIPOSIBUTh-
CsI B 3T CE€30HBI U CBHITPAaTh BaXKHYIO POJIb, YINTHIBAS
BaxKHOCTb IIEPBOrO 1 BTOPOTO TPUMECTPOB OepeMeH-
HOCTH JIJIsI HOpMAaJILHOTO pa3BUTUS Mo3ra rmona. Ko-
HEYHO, HM CE30H POXICHUS, HU CE30H 3a4aTHsl He
SIBJISIFOTCSI €IMHCTBEHHON IIPUYMHON Pa3BUTHUS 1IN~
3oppennn. CKopee Bcero, (paKTOpPHI, TTPOSIBITSTIONIN -
€CsI B 3TU CE30HBI, OKA3bIBAIOT BIMSHNE HAa HEPBHOE
pa3BUTHE IJI0AA IIPY HAIMYWK ONpeaeJICHHOI TeHe-
TUYECKOM ySI3BUMOCTH. B HacTosIeit paboTe MbI IT0-
Kazaiau, 9To reHoTurl D/D sBiasieTcss TaKUM TeHEeTH-
yeckKuM (akTtopoM. To, 9T0 MBI OOHAPYXKMINA acCO-
muanuio D/D ¢ mm3odpeHneinl TOJbKO Y MYKYMH,
MOXKET OOBSICHSATBCS TEM, UTO DK30TeHHbIE (DAKTOPHI
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MMO-pa3HOMY BJIMSIIOT Ha TOJIOBHOM MO3T TLIOJA B 3a-
BHCUMOCTH OT T1o1a [18].

M3BecTtHO, yTo TommMmopdusm INDEL Biuser Ha
ypOoBeHb 3Kcrpeccuu reHa HLA-G u ¢ yBeIMdeHUEeM
sKcnpeccuu cBsizaH reHorturr D/D [29, 33, 34]. Tak
kak HLA-G sBiIsieTcst ”MMYHOCYIIPECCOPOM, TTOBBI-
1eHue ypoBHs1 3kcnpeccuun HLA-G TpuBOAUT K
CHIZKEHUIO 3((OEKTUBHOCTM MMMYHHOTO OTBETa U
CIIOCOOCTBYET CO3[JaHUIO TOJIEPOI€HHBIX YCJIOBUIA
IUIST 9y>KEPOIHBIX aHTUTCHOB, BJIMSSI Ha OTBETHI 1IM-
TOKMHOB M IIUTOTOKCUYECKUX T-TMM@OIIMTOB. DTO
MOXET BBI3BaTh HapyllleHWe WMMYHHOTO OajaHca
MEXIYy MaTephlO 1 IUIOAOM M CIIOCOOCTBOBATh U3MeE-
HEHUIO0 UMMYHHOTO MpoduJIsi B pa3BUBaIOILIEMCS TO-
nmoBHoM Mmo3are. To ectb HLA-G-omocpenoBaHHbIE
VMMYHHbBIE HapyIIIEeHUSI HA paHHUX CPOKax OepeMeH-
HOCTH MOTYT IPUBOIMTH K HApPYILICHUIO Pa3BUTUS
HEPBHOM CUCTEMBI IJI01A 1, KaK CIEACTBHUE, K pa3BU-
TUIO IM30(PEHUU Y TIOTOMCTBA.

Takum o6pa3oM, B HACTOSIIE padOTe BIIEPBHBIE
Opu1a M3ydeHa cBsaA3b noaumopdusma INDEL rena
HILA-G ¢ puckoM pa3BUTHS IIM30(PPEHNN B POCCUIA-
CKoMt moryyisiir. Mbl oOHapy:kKmn 3PdeKT B3anMo-
JIECTBUSI TEHETUYECKOTO (DaKTOpa U Ce30HA POKACHMUSI.
YV myxuuH, Hocuteneii reHotunia D/ D, poxKaeHHBIX JIe-
TOM, PUCK Pa3BUTUSI IIN30(MDPEHUN YBEIUYNBAETCS.
IToxazaHo 4YTO HE3aBUCUMO OT CE€30HA POXKICHUS
OosbHBIX mM3odpeHueil momumopdusm INDEL nHe
OKa3bIBaeT BIMSHMS Ha KIIMHUYECKHE OCOOEHHOCTHU
mM30(pPEeHUN: BO3pacT Hadyajia 3a00J1eBaHMsI M BhIpa-
>KEHHOCTh CUMITTOMATUKU.

PaGora BhITIONTHEHA TP (PUHAHCOBOM MTOIIEPKKE
MuHucTepcTBa oOpa3oBaHus 1 Hayku PD B pamkax
rocszagaHud 1o HaydHoii Teme 0508-2019-0035.

Bce miponienypsl, BRITTOTHEHHBIE B MCCIIEHOBAHNM
C y4aCTHEM JIIOAEM, COOTBETCTBYIOT 3TUUECKHM CTaH-
JapTaM UHCTUTYIUOHAILHOTO V/WIN HALIMOHATIBHO-
ro KOMMUTETA I10 UCCIIENOBATEILCKOM STUKE U XEb-
CUHKCKOM nexiapanuu 1964 r. u ee Iocieayonm
W3MEHEHUSIM WIM COITOCTABUMbIM HOPMaM 3THUKMU.

OT Kaxmoro 13 BKIIIOYEHHBLIX B MCCICAOBaHUE
YYaCTHUKOB OBLIO ITOJYYeHO WHOOPMUPOBAHHOE
JT0OPOBOJILHOE COTJIacHe.

ABTOpBI 3asIBJISIOT, YTO Y HUX HET KOH(MJIMKTA MH-
TEpPECOB.
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The Effect of INDEL Polymorphism of the Human Leukocyte Antigen G (HLA-G)
and the Season of Birth on the Risk of Schizophrenia and Its Clinical Features
G. 1. Korovaitseva® *, M. V. Gabaeva?, 1. V. Oleichik“, and V. E. Golimbet*

Mental Health Research Center, Moscow, 115522 Russia
*e-mail: korovaitseva@mail.ru

By modulating the immunological relationship between the mother and the fetus, as well as interacting with
various environmental factors, HLA-G plays an important role in the development of the brain of the embryo
and is therefore considered as one of the risk factors for schizophrenia. We studied the relationship of INDEL
HLA-G gene polymorphism with schizophrenia and its clinical features, taking into account the season of
birth. The sample of patients included 1171 people with schizophrenia, the control group consisted of 575
mentally healthy people without a family history of mental disorders. The interaction of INDEL polymor-
phism and the season of birth was revealed. It has been found that in men with the D/D genotype born in the
summer, the risk of schizophrenia increases (OR = 1.95, 95% CI: 1.01—3.78). Our analysis showed that the
INDEL polymorphism does not interact with the season of birth as an environmental factor and does not af-
fect the clinical features of schizophrenia: the age of onset of the disease and the severity of symptoms.

Keywords: INDEL polymorphism, HLA-G gene, season of birth, schizophrenia.
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IMpennoxeHa Moaeab OTOOPA MO MPU3HAKY, OTPAaHUYEHHOMY TTOJIOM 1 MPOSIBIISIONIEMYCS Y 0co0eit sKeH-
CKOI1 yacTtu nomyisiuuu. Moaeab MoauduLiMpoBaHa 1Jisl OoTMcaHus 0oTOopa 1Mo TaKOMY IMPU3HAKY B 9KOJIO-
TMYECKU JIMMUTUPOBAHHOM MOMYJISILIMU C BO3PACTHOM CTPYKTYpOil. Pe3ybTaThl MOAETMPOBAaHUSI HAITPAB-
JIeHbI Ha OOBbSICHEHUE CYIIECTBYIOIIETO FEHETUYECKOTO pa3HOOOpa3usi 10 pa3Mepy IoMeTa B pa3InyHbIX
(eCTeCTBEHHBIX U UICKYCCTBEHHBIX) MOITYJISLUIX ITecloB (Alopex lagopus). Mopaenb nipenriojiaraet, 4To MOA-
Jiep>KaHue TTouMopdu3Ma 1o pa3Mepy romMeTa CBsI3aHO C HAJIMYMeM NepUoIuYecKNX MU3MEHEeHU I B 00ec-
MeYeHHOCTH €CTeCTBEHHBIX TOIMYJISILINI ITeCIIOB KOPMOM U CYIIECTBEHHO 3aBUCUT OT MapameTpa, OMKCHI-
BalOIIIETO0 OTHOCUTEJIbHOE IMPENMYIIECTBO B BBLKMBAEMOCTH OCOOE M3 MaJIbIX TTOMETOB TpU 6ECKOPMMULIE.
B paGote mokazaHo, 4TO OTOOp MO OrpaHUYEHHOMY IOJIOM IIPU3HAKY OOecIieunBaeT NoaAepKaHue MOJIM-
Mopdu3Ma 1o pa3Mepy nomMera B 00Jjiee IMIMPOKOM Marna3oHe 3HaYeHW I JaHHOTOo TapaMeTpa, YeM oTOop
10 He OTPaHUYEeHHOMY MOJIOM ITPU3HAKY, OMIMChIBAEMBbIii KJIACCUYECKOI MOIEIbIO OTOOpA IS CiIy4dasi, KO-
ria BBDKMBAEMOCTh U TUIOJOBUTOCTh OCOOU OMpPENessIFOTCS TOJIbKO €€ COOCTBEHHBIM T€HOTUIIOM BHE 3a-
BUCHMOCTH OT IoJia. I3BecTHO, UTO HaJTMUMe BO3PACTHOM UM CTAAUMHOM CTPYKTYPHI B OIYJISILIUM 3HA-
YUTEJbHO YBEJIMYMBAET IIAHCHI COXPAHEHUSI TEHETUUYECKOTO pa3HOOOpa3us B HECTAllMOHAPHOM cpene.
PacimimpeHue npemioxXeHHOH Moiean oToopa Ha MOMYJISILUIO ¢ ABYMS CTAAUSIMU PAa3BUTHS MO3BOJIUIIO
oKasaTh, YTO MOJMMOP(DU3M IT0 pa3Mepy MoMeTa BO3MOXEH B ellle 6oJiee MUPOKUX IrpaHUIIaX 3HaAYSHU
paccMaTpuBaeMoOro rapaMerpa.

Karoueeswie cnro6a: 3BOTIOLINS TTONYJISILINI, €CTECTBEHHBIM OTOOP, OrpaHUYEHHBIN MTOJIOM ITPU3HAK, MaTeMa-
TUYECKOE MOJEIUPOBAHUE, TTOJTUMOP(PU3M.

DOI: 10.31857/S0016675821020156

DKOJIOrO-TeHeTUIECKOE HallpaBJIeHMEe MaTeMaT-
YyecKoil OMOJIOTMH, paccMaTpHUBalolllee B3aMMOCBSI-
3aHHbIE U3MEHEHUSI UMCIEHHOCTU U TeHEeTUYeCKOit
CTPYKTYpPHI TOMYJISIIAN TOSIBUIIOCh B 60-¢ Tombl Mpo-
IIJTOrO CTOJIETHSI, Korna (hOpMHUPOBAIUCH IIPEaCTaBIe-
HUSI O TUIOTHOCTHO- M YaCTOTHO-3aBUCUMBIX COCTaBJISI-
IOIIMX B IEMICTBUY €CTECTBEHHOTO oTOOpa [1—4]. Pado-
TBl B OTOM 00JacTU IIO3BOJWIM OXapaKTepu3oBaTh
JIEICTBHE SBOJIIOLIMOHHBIX (PAKTOPOB, B TIEPBYIO OYe-
peab eCTeCTBEHHOro oTOOpa, Ha TUHAMUKY ITeHEeTHYe-
CKOI CTPYKTYpPbI U UMCJIEHHOCTHU TIOMYJISILIUIA, KOTOpPbIE
CTaJIKMBAIOTCSI C ECTECTBEHHBIM OIrPaHUYEHUEM DKOJIO-
TMYECKUX PECYPCOB (T.€. HAXOMSIIMXCS IO IeCTBU -
eM JIMMUTHUPYIOLINX (DaKTOPOB OKPYXKAIOIIEH CPEIbl)

[5, 6]. Dxonoro-reHeTUUECKUI MOAXOH OTKPBIBAET
OOJIpIlIME TIEPCHEKTUBBI IS M3YYEHUS SBOJIIOLUU
€CTECTBEHHBIX MOIYJISILUI, a TaKXKe ISl TIPOTHO3U -
pOBaHUS U3MEHEHMI1, CBSI3aHHBIX C aHTPOIOTEHHEIM
BozaeiictBueM [7—9]. IIpu 3TOM BO3HUKAIOT CEPhE3-
HbIe CJIOXHOCTH, CBSI3aHHBIE C BepuduKaluein uc-
clJieTyeMBIX MOJIeJIei, TaK KaK JIJIST OLIEHKU UCITOIb3Y-
€MBIX 9KOJOTMYECKMX M T€HETUYECKMX ITapaMeTpPOB
HEOoOXOAUMBI JaHHBIE 3KOJOr0-TeHEeTUYECKOro Mo-
HUTOPUHTA Ha JINTEJIbHOM BPEMEHHOM ITPOMEXKYTKE.
ITomyunTh TakKMe DaHHBIC YIOBJICTBOPUTEILHOTO 00Be-
Ma U CcoAep>KaHUsl TOBOJBHO CJIOXHO. TeM He MeHee
BBISIBIICHUE B PEATHHBIX MOMYJISIIINSIX JaXKe KA4YeCTBEH-
HBIX 3aKOHOMEPHOCTEI BOJIIOLIMY 1 TUMHAMMKH, aHa-
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JIOTUYHBIX OIMCBIBAEMBIM PacCMaTPUBAEMBIMU MOJIE-
JISIMU, SIBJISIETCSI HEOOXOAMMBIM 11IarOM Ha ITyTH CTa-
HOBJICHUSI OOBEIMHEHHOU 3KOJIOTO-TeHEeTUYeCKOM
Teopur. Bo3aMOXHO, OTCYTCTBHE WJIM TPYOOCTh Olle-
HOK, ITOJIyYeHHBIX Ha PETbHBIX IMOIYJISIUIX, 00y-
CJIOBUJIM PsiAl HEYIauHbIX MOMBITOK (Hampumep, [10])
SKCTIEPUMEHTAIBHO ITOATBEPAUTD THUITOTE3Y O CBSI3H
TTOMYJISTITMOHHBIX IIMKJIOB C TENCTBUEM €CTECTBEHHO-
ro oTOOopa 1o OTeJIbHOMY T€HHOMY JIOKYCY, UTO P~
BEJIO K YKOPEHECHUIO TPEICTABICHUI O TIOJTMTeHHBIX
3¢ deKTax B TECOPUU DBOJIOLNH KM3HEHHOIO ITUKJIAa
[11—13]. OnHako paboTta AKCEHOBUY C COaBT. [14],
BBITIOJTHEHHAST Ha peabHBIX JaHHBIX O pa3Mepe Io-
MeTa y necuoB (Alopex lagopus), 1103BoJIMIa BHOBb
BEPHYTbCSI K OJHOJOKYCHOU MOJIEJH, YTO B KOpHE
MEHSIET YCTOSIBITYIOCS TTApaTuTMy KU3HEHHOTO ITHK-
na (Life History paradigm) [15].

EcTecTBeHHbBIE TOMYJISIIMU MeClia, HACESIONINE
MpUOpPeKHbIe U KOHTUHEHTAIbHBIC TEPPUTOPUHU, Pa-
JIVKAJIBHO Pa3jIMYaroTcs MO CBOSH PerpOoayKTUBHOM
crpaternu. [1pnOpexKHbIe TIECBI ITUTAIOTCI MOPCKH-
MM MITULIAMU, PBIOOIA, TIOJEHSIMU U MOPCKHUMU OeCITo-
3BOHOYHBIMU [16]. VI3 rona B ron HaGIIOAAIOTCS JINIIb
OYeHb HEOOJIbIIIME KOJIeOaHUSI TOCTYIIHOCTU 3TUX Pe-
cypcoB. Kaxnplii rog mpudpexxHbIe Meclibl IPOMU3BO-
ST OpUILIon Hebobinoro pasmepa [17]. KoHTuHeH-
TaJIbHBIE TIECUBl ITMTAIOTCS MEJIKMMU TpPhI3yHaMMH,
IJIaBHBIM 0OOpa3oM MoJIeBKaMHU, YMCIEHHOCTh KOTO-
PBIX XapaKTepu3yeTCs TUKINIEeCKUMU KOAeOaHUSIMU
[18]. B rosomHbIe TOOBI MTOIYISIINA KOHTUHEHTAIb-
HBIX TIECLIOB AEMOHCTPUPYIOT KpailHe HU3KUI pe-
NPOAYKTUBHBII YPOBEHb, a B TOIbI C OOMJILHOM MH-
mei (Korma B MHOMYJISIIUSX >KePTBBI HaOIIOmaeTCs
MOIBEM YMCIICHHOCTH) PE3KO YBEJIMYMBAIOT CBOIO TJI0-
TIOBUTOCTH [ 19—21]. DTO 1103BOJISET NMPEANOIOXUTh, UTO
IpUOpPEXHBIC MECLBI OMHOPOMIHEI IO pa3Mepy IIOMeTa,
a KOHTMHEHTaJIbHbIe HCOJHOPOIHBI Y TTPEACTaBISHbI
0CO0SIMM C pa3HOil MOTEHIUAJbHOI ILIOHOBUTO-
cThio. B pabdote [ 14] Ha 0CHOBE KOMIIEKCHOTO CeTpe-
ralilMOHHOrO aHa/iM3a TUIMa HacjedOoBaHUSI pa3Mepa
noMeTa B pacllMpeHHOM TeHeaJorun (epMepcKux
MeCIIOB OBLIO ITOKAa3aHO, YTO JaHHBINM IIPU3HAK SIBJISI -
€TCSl ayTOCOMHBIM >XEHCKUM TPU3HAKOM, a €r0 Ha-
cliefoBaHME MOXHO OITMCAaTh B paMKax CMEIIaHHOM
MOIEJIN C OCHOBHBIM I'€HOM M KOHTPOJIEM Majoro
pa3zMepa IoMeTa 1o PeLieCCUBHOMY TUITY.

I[IpuMmeHeHMne Ki1acCuYeCKUX YpaBHEHUM MaTeMa-
TUYECKOU TeOpUH TTONYJISILIMOHHOM reHeTUKM JIJIsI OTTH -
CaHMsI IMHAMMKU TTOMYJISILKY ECLIOB OKa3bIBaCTCS 3a-
TPYAHUTEJIbHBIM, ITOCKOJIBKY T'€HOTUII IOTOMKOB OIlpe-
JIeJISIIOT 00a poaUTEIsl, a UX YMCJIO U BBDKMBAEMOCTh B
MoMeTe — TeHOTUIT MaTtepu. B pesynbTraTe Takoil orpa-
HWYEHHOCTHU MPU3HAKA ITOJIOM HapyIIalOTCs COOTHO-
meHust Xapau—BaiiHOepra, cBs3bIBalOLIE YACTOThI
ajuiesield 1 TeHOTUIIOB B CMEXHBIX IIOKOJICHUSIX, YTO
NPUBOIUT K HEOOXOAMMOCTU BBOIUTH B YpaBHEHUS
9BOJIIOLIMU YaCTOThl TEHOTUIIOB, a He ajuiesieil. DTo
JIeJaeT 3BOJIOLIMOHHBIE YpaBHEHMSI KpailHEe CI0X-
HBIMM JaXe B Clydae OJTHOPOMHON ITOIy/Isaluu 0e3

KIIAHOBA, ®PCMAH

y4JeTa ee BO3pPaCTHOM CTPYKTYpHI [22—24]. Bo3amok-
HOCTU COXpaHeHMUs IoJiuMopdu3Ma IIpy TAKOM TUIIE
0TOOpa B LMKIMYECKU M3MCHSIIOIIMXCS YCIIOBUSIX IT0O-
CBSIIIEHO HEMAJIO paboT, MPU 3TOM LIUKJT OKPYKAKOIICH
cpelbl OOBIYHO CUMTAETCS paBHBIM IByM [25—27], a
BO3pacTHasl CTPYKTypa HEe pacCMaTpUBaeTCs, T.€. II0-
MYJISIIMUST CAUTAETCSI OMHOPOIHOIA.

B Hacros1eit paboTe Mbl cHavajia IpUBEIEM BbI-
BOJ, YpaBHEHUII IMHAMMWKHU YaCTOT T€HOTUIIOB B O~
HOPOHOM IBYIOJION IMONYISILIMN, HAXOISAIICHCS O/,
JIeficTBUEM OTOOpa MO OrpaHUYCHHOMY ITOJIOM TIPH-
3HaKy, BIUSIOLIEMY Ha IPUCIIOCOOJIEHHOCTh U MPO-
SIBJISIIOIIEMYCS Y XK€HCKOM YaCTU MONYJISIIUU. 3aTeM
ajanTupyeM 3Ty MOJAEJb IJII pacCMaTpUBAeMOM CH-
TyalluM, KOTJ1a IPOUCXOASAT NePUOAUISCKHUE NU3MEHE-
HMS B OKpYXKalollel cpeae, CBI3aHHbIC C IMHAMUKOMN
MUILIEBBIX pecypcoB. bymeM ImosnaraTh, 4To mepuom
BHEIIIHETO LIMKJIa paBeH YEeThIPEM, IIPUYEM B TCUEHUE
9TOrO LIMKJA €CTh TOJbKO OAWH MUK PECYpCOB U TpU
TaKTa ¢ MaJbIM MX KOJIMYECTBOM. YUTEM IIPU 3TOM,
4TO Haubosee MIOAOBUTHINA JOMUHAHTHBIN TeHOTUIL
IpU OTPAaHUYECHUM IUILEBBIX PECYPCOB OKa3bIBAETCS
MeHee IMTPUCTIOCOOJICHHBIM, YeM PEIIECCUBHBIN T€HO-
THUII C MEHbIIEN IJIOTOBUTOCTDIO.

Hanee MBI MOIUMULIMPYEM IIPEIJIOKEHHYIO MO-
JIeJb U YUITEM Hapsiay ¢ OTOOpOM 10 IPpM3HAKY “pas-
Mep MoMeTa”, KOTOPhI OorpaHUYEH II0JIOM, €Ile U
BO3PACTHYIO CTPYKTYpPY IOMNYJISLIMU U 3KOJOruYe-
CKO€ JIMMUTHUPOBAHHUE pOCTa YUCIIeHHOCTH [28].

ITpoananusupyeM M CpaBHUM YCJOBUS TMOIIEP-
KaHWS ToIMMOopdU3Ma TP MUKITNIECKOM 0TOOpe B
paMKax KJIaCCUYeCKOM Momiesim oToopa, B CiIyJae OT-
6opa 110 MpuU3HaKy, OrpaHUYEHHOMY TTOJIOM, B OTHO-
POITHOM TTOMYJISIIIAN W B TIOMYJISIIIMU C BO3pacTHOM
CTPYKTYPOI U DKOJIOTUIECKUM JIMMUTHPOBAHUEM.

OnHoit U3 nepBbIX 3a7a4 MaTeMaTUYECKOM TOITy-
JIILIMOHHON T€HETUKU CTajl KOJIWYEeCTBEHHBI aHa-
JIu3 pe3yJibTaTa IeficTBUsI 0OTOOpa MO MPU3HAKY, BJIU-
SIIOIEMY Ha TIPUCIIOCOOJIEHHOCTh 0CO0ei M KOHTPO-
JIUPYIOLLIEMYCSI OAHUM ayTOCOMHBIM JMaJUIebHbIM
JIOKYCOM, B MEHJIEJIEBCKOU MaHMUKTUYHON HU30JU-
pOBaHHOW MNOMYJSIIUUA IUIIJIOUIHBIX OPTaHU3MOB
[29, 30]; aHanu3 OCHOBAH HA MOJIEJIU:

pa(n+1) = py(n)(Wasps (n) + Waap, (m))/W,, (1)
e # — HOMep TTOKOJIeHUs; p (1) — JyacToTa ajuiensi A u

p,(n) —4yacToTa ajuiesis @ B n-OM TOKOJIEHUU; W4, W4, U
W,, — TIPUCHOCOOJIEHHOCTU T€HOTUIIOB AA, Aa u aa co-

OTBETCTBEHHO; W, = wAApf (n) + 2wy,py(n)p,(n)+

+w,, pf (n) — cpenHsist IPUCTIOCOGICHHOCTB ITOITYJIsI-
UM B n-oM mnokojieHuu. Ilpu aTom mox mpucmoco0-
JIEHHOCTBIO W; TEHOTHIIA j (i ¥ j MOTYT PUHUMATD 3HA-
yeHus1 A Win a) OObIYHO MOHUMAETCS CpeiHee YKCIIO
raMeT, IPOU3BEIEHHBIX Ha OJTHY POIUBIIYIOCS OCOOb
COOTBETCTBYIOIIETO T€HOTUIA U BOILIEIIINX B 3UTOTHI
clienyrollero nokoygeHus [31]. DTo omnpenencHue 3K-
BUBAJIEHTHO OoJiee MPOCTOMY OIPENEIEHUIO MPU-
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CIIOCOOJIEHHOCTH Wil" KakK ITPpOMU3BCIACHUIO cpe/:[Heﬁ
BbIKMBAa€MOCTU Vij 0co0eil MaHHOIo TeHOTUMAa Ha
cpeaHee 4McCJIO IMOTOMKOB my, IIPOU3BCACHHBIX OJ-
HOIT 0COOBIO 3TOr0 reHOTUIIA. HpCI[HOJIaFaCTCSI, 4qTO
IIpu CTaOMJIbHBIX BHEIITHUX YCIOBUAX HpI/ICHOCO6—
JICHHOCTHU T'€HOTHUIIOB 3aBUCAT TOJIBKO OT CaMUX Ic-
HOTUIIOB U HE MEHAIOTCA CO BPEMECHEM.

151 0OBSICHEHUS CYIIECTBYIOIIETO TeHETUISCKO-
ro pa3HooOpa3us Mo pa3Mepy IIOMeTa B pa3InIHBIX
(€CTECTBEHHBIX M MCKYCCTBEHHBIX) ITOITYJISLIMSIX ITeC-
110B AKCeHOBUY U 1Ip. [ 14] BbICKa3ajgu TUIIOTE3Y, YTO
KaXXIbIi rod CaMKH ¢ TeHoTunamu AA u Aa mpon3Bo-
IS8T 60JIbIIME TOMETHI (B CPEAHEM M ILIEHKOB Ha MO-
MET), a CAMKU aa — MaJIeHbKUE (CO CpEeTHUM m,). Jla-
Jiee Mpeanojarajoch, YTo Npu AeUIUTE MUIIEBBIX
pecypcoB KOO UIIMEHT BBKMBAEMOCTU MaJIEHbKUX
ITOMETOB, NMPOMN3BCACHHbBIX MaTCpsIMU C I'CHOTHUIIOM
aa, B k pa3 IIPeBOCXOAUT TaKOBOI B OOJIBIIIMX IIOME-
TaxX, IPOMU3BEICHHBIX MaTEPSIMU C TEHOTUIIAaMU Aa 1
AA. BbUI10o IpeaIoXeHOo cieaylollee ypaBHEeHUEe -
HaMMKU YaCTOTHI aJUleiisl @ B Yepeie OKOJICHUIA:

my — p(n)(m, — kimy)
pa(n+1) = p,(n)——4 : : *)
my — p,(n)(my — kmy)
DTO ypaBHEHUE OKa3bIBAeTCSI SKBUBAJICHTHO
YacTHOMY cJIy4aro Moaesu (1) 1 MOXeT ObITh IToJTy4e-
HO MOJCTAHOBKOU W, = W, = MV U W,, = m,Vk.

AHanu3, BEINOJIHEHHBIH B padoTte [14] 1 ocHOBaH-
HBII, B YaCTHOCTH, Ha YKMCJICHHBIX UTEPALIUIX ypaB-
HeHMs (*), moKasaj, 4TO B pe3yJIbTaTe SBOJIIOLNN

1) mpuOpeXHbIe TONYJISIIUU TTeCLIOB MOIJIA yTpa-
TUTB ajiieib A (TIOMUHAHTHBIN, TIOMET OOJIBIIIOTO pa3-
Mepa) U OKazaTbCsl MOHOMOPMHBIMU 0 IS0 a
(pelieccUBHBIN MTPU3HAK, MBI pa3Mep MOMeTa), YTO
SIBJISIETCS PE3YJITATOM JIEUCTBUSI OTOOpA MPOTHUB TOMO-
(AA) 1 TeTepOo3UTOT (Aa): Wi = W4, < Woys

2) KOHTUHEHTAJIbHBIC MNOMYJSIIUA MOTYT OBbITh
MOJMMOPMHBIMU M3-32 UMKINUYECKUX U3MEHEHUI B
JneiicTBUM 0TOOpA, CBSI3aHHBIX C LIMKJIAMU JOCTYITHO-
CTU TIMIIEBBIX PECYPCOB: B TOJIOJHBIE TOABI OTOOP
NeicTBYeT IMPOTUB 0COOE 13 OONBIINX TTOMETOB, TaK
KakK M3-3a HeXBaTKW KOpMa BbIXXMBA€MOCTbh B HUX B
k paz Huxe, yeM B MaibiX. Kaxabie 4 roga mogbeM
MOTMYJISIIUN TPHI3YHOB MPUBOAUT K OOWIMIO TUILIU
MEeCIIOB U K WM3MEHEHWIO HalpaBJeHUs OTOOpa B
MOJIb3y 0cOo0eil 13 OOJBIIMX ITOMETOB, IOCKOJIBKY
MIpU U30BITKE KOpMa BELKMBAEMOCTh 0CO0€it B 00JIb-
IIMX 1 MaJIbIX ITOMeTax BbhIpaBHUBaeTcs (kK = 1), HO
YUCJIO POAMBIIMXCS B OOJBIINX TOMETAX €CTECTBEH-
HO OoJibllle, 4yeM B Majiblx. [Ipyu COOTHOILIEHUU TIO
YUCJTy HOBOPOXJIEHHBIX IIIEHKOB B OOJIBIIMX U MaJIbIX
noMeTax 12 : 8, 3HaueHus kK = 1.7 B roJbl HEOOJIBIINX
3aracoB KopMa U CHUKatroluecs 3HauyeHus k = 1 pas
B 4 Toga ¢ oOMIJIMEM 3aITacoB MUIIY TPUBOIAIT K yCTa-
HOBJIEHUIO COaJIJaHCMPOBAaHHOTO MOJUMOpdU3Ma ¢
paBHBIMM YacToTaMu ajiiesieit A u a. OaqHako npu 60-
Jiee HU3KUX 3HAUYEHUSX BEJIMUUHBI kK B TOJbI HEOOJIb-
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mux 3amacoB kKopMma (k < 1.5) B KOHTMHEHTAJIbHBIX
MONYJISILIUSIX TIeCLOB JOKHA MPOUCXOAUTh (pUKca-
U1 JOMUHAHTHOIro ajuieis. Takum oOpa3oM, BO-
IIPOC O CYILIECTBOBAaHUHU NOJIUMOpPGhHU3Ma I10 pazMepy
MOMeTa B KOHTMHEHTAJIbHBIX IIOIYJISILMSIX IECLIOB
ocTaeTcsi OTKPHITEIM. B ciaydae ¢duxkcauum goMu-
HAHTHOTO aJIIeJIsI MOXKHO MHPEeANOI0XKUTh, 9YTO (hep-
MEpCKHUeE TIeCLbl YHACIeA0BaIM ajljiejiu OOJIbIIOro 1
Majioro pasmepa IoMeTa OT CBOMX KOHTUHEHTAJlb-
HBIX Y IIPUOPEXHBIX IPEIKOB COOTBETCTBEHHO. JIpy-
rasi, 6ojee MHTepeCcHasl, TMII0Te3a COCTOUT B TOM, UTO
OHM MOIJIM YHacJienoBaTh 00a ajuiejisi OT KOHTUHEH-
TaJIbHBIX II€CLIOB, IIPX YCJIOBHMHU, YTO cucTeMa cOa-
JJAHCMPOBAHHOI'O FTEHETUYECKOTro NOJIUMOopdur3Ma 1o
pa3Mepy IoMeTa HOoAACPKUBaAlach B €CTECTBEHHBIX
MONyNSIIUsIX. XeIpuK [32] oTMedaeT, 4TO YCJIOBHUE
YCTaHOBJIEHUSI MoJiMMopdu3Ma B Moaesin AKCEHO-
BUY U Ap. [14] MOXHO MOJYyYUTh, UCTIOIB3YSI PE3YIIb-
TaThl [33], paccunTaB 6oJiee TOYHBIEC TPAHUIIBI PA3HU-
LIbl BBDKMBAE€MOCTHU B T'OJIOAHBIE TOAbI B OOJBIIMX U
MasIbIX ImoMerax: 1.666 < k < 1.718, u 31O ABIgETCS
KpaitHe CTPOTUM OTpaHUYeHUEM — OKOJI0 3% OT BO3-
MOXHBIX 3HaYeHUI Kk, CTaBSIIMM IO COMHEHME
CIIpaBeIJIMBOCTD IIPEIIOXKESHHOM MOIEIIN IJISI peajlb-
HBIX nonynsanuii rieciioB. danee Xenpuk [32] yrou-
HSIET, YTO €CJIM OTOOP UIET TOJBKO MO XEHCKOM JIn-
HUU BEPOSITHOCTh CYILIECTBOBAaHUS ITOJIMMOpP(PU3IMa
yMeHblIlaeTcst 6ojiee yeM B 4 paza (0.7%); ripu 3TOM,
K COXaJIEHUIO, HE IIPUBOIUTCS MOJIEIb, HA KOTOPOI
OCHOBAaHBbI IAHHbIE PACYCTHI.

B Hacrosieit paboTe MBI TIOKaXXeM, 4TO OTOOP 110
MPU3HaKy, OTPAaHUYEHHOMY II0JIOM, HA0OOPOT yBe-
JINYMBAET BO3MOXHOCTU YCTAHOBJIEHUS TMOJMMOP-
¢du3mMa u, ciemoBaTelIbHO, TUIIOTE3a O cUCTeMe cOa-
JIJAHCUPOBAaHHOTO FreHETUYECKOTO TTOJIMMOpPuU3Ma I10
pa3sMepy IIOMeTa, CYILIECTBYIOLIETO B €CTECTBEHHBIX
MOITYJISILUSIX TIECLIOB, UMEET CePhe3HbIe OCHOBAHUSI.

ECTECTBEHHBLIN OTBOP
1O OTPAHUYEHHOMY ITOJIOM ITPM3HAKY,
KOHTPOJIMPYEMOMY OJHUM
JAWAJUJTEJIBHBIM JIOKYCOM

OtmeTuM, uTo Moaenb (1) aas paccmarpuBaeMoit
CUTYyalluu HE BIIOJIHE KOPPEKTHA, TaK KaK MpHCIIO-
COOJIEHHOCTh MHIAMBUIYYMa (W;) OINPEAENISIETCS €T0
COOCTBEHHBIM TeHOTUIIOM (#/), B TO BpeMsl KaK Ha ca-
MOM JIeJie OHa I0JIXKHA OTPEeAeJISIThCSI TEHOTUIIOM MaTe-
pH, 2 UMEHHO MPUHAJIEXKHOCTBIO TTIOTOMKA K O0JIbIIO0-
My WM Majiomy ToMety. Ilo-Buaumomy, B JaHHOM
clydae OoJiee aleKBaTHOW OydeT Mojesb NeUCTBUS
0TOOpa MO OrpaHUYEHHOMY T10JIOM TIPU3HAKY, B -
IOIIIEMY Ha MPUCIOCOOJIEHHOCTh U MPOSIBIISTIONIEMY -
csl 'y XXeHCKOoM yacTu nonysuuu. [Tpyu moctpoeHUn
TaKoi MOJIEJIU €CTECTBEHHO CJIeJIaTh CJIEeNYIOIIe OC-
HOBHBIC MPEATOI0XKEHUSI:

1. [Ipu3HaK ayTOCOMHBIi, T.e. TEHOTUI ITOTOMKA
OTIpeAeIISTIOT 00a POTUTETS.
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2. HpI/ICHOCO6J'[eHHOCTI) Wij OIIpeCaCIACTCA T€CHO-
THUIIOM MAaTE€pM M BbIPpaXKacTCd KaK ITPOU3BCICHHNEC
cpem{eﬁ BBDKMBACMOCTHU Vij XEHCKHX 0CO0E ¢ TeHO-
THUIIOM lj Ha cpeaHee 4ncCJIO ITIOTOMKOB mij, IIPOU3BEC-
JIEHHBIX OOHOI JKEHCKOM 0COOBI0 3TOTO T€HOTUIIA.

3. CunTaeM, 4TO YACTOThl T€HOB OJWHAKOBHI B
MY>KCKOI 1 K€HCKOM YacTsX MOMYJISLINU, OMHAKO Ha
STarie BhIBOJIA MOJEIM HEOOXOAUMO paccMaTpUBaTh
MPOLIECC PA3MHOXEHUS C YUYESTOM paseeHUs Mo-
JIOB, TaK KaK BaXXHO OTCJICAUTH BIIMSIHUE T€HOTUIIA
MaTepHu.

KIIAHOBA, ®PCMAH

B INpnnoxenun 1 monydeHb! ypaBHEHWS TMHAMUKI
YacTOT T€HOTUIIOB B TIOIYJISILIUU C HETIEPEKPhIBAIOILIN -
MUCSI TIOKOJIEHUSIMU, HaxXOMsIIelcsl ToA NelcTBUEM
0oTOOpa Mo OrpaHUYEHHOMY TIOJIOM MPU3HAKY, BJIUSIO-
11IeMy Ha IPUCIOCOOJIEHHOCTD U MPOSIBIISIIOLIEMYCS Y
JKEHCKOM yacTu momnynsiuuu. PaccmarpuBaeTcst au-
aJlIeJIbHbI MPU3HAK C MPOU3BOJIBHBIM JOMMHUPO-
BaHUEM UM MpPEAIoJiaraeTcs, YTo YCJIOBHUS CPEeAbl He
MeHSIIOTCSl (TTOJITHOE JTOMUHUPOBAaHUE U LUKINYe-
CKO€ M3MEHEHUE CPelOBbIX YCIOBUM BBEAEM IO3XKeE
JUJTS OTIMCaHUS HACJe0BaHU pa3Mepa rnomera y rec-
1I0B). YpaBHeHUsI TMHAMUKU umetoT Bui (ITpunoxke-
Hue 1):

P41 = (131214) + 20,10, 1)+ a0 / W,

paan+1) = {% W21+ Wi (L= D)+ 2 o)+ w1 = 1) = @)

= 2 (P + )] /W(n>,

rae p(n), ps.(n) v p,, — 4aCTOTHI COOTBETCTBYIOIINX
TEHOTUITOB B /2-OM MOKOJIEHUU, W;; — TIPUCITOCOOIEH-
HOCTb T€HOTHIIA /j X)KEHCKO# YaCTH TIOITYJISIIAN, TIPO-
U3BEJIEHNE CPeIHEii BBDKMBAEMOCTH V;; KEHCKHMX OCO-
Oeil ¢ TEeHOTUIIOM /j Ha Cpe/IHee YUCIIO TIOTOMKOB 1,
MPOU3BEACHHBIX OJHOI XEHCKOI 0COObIO 3TOrO re-
HOTHUTIA,

W (n) = wypaa(n) + w,,p4,(n) +
+ Woo(1 = paa(n) — pye(n)).

Tunst ombopa u ocobeHnocmu OuHamuxku modeau (2)

ITpexne yem nepeiTu K aHaIM3y BO3MOXKHBIX pe-
KMUMOB JWHAMMKU 4YacTOT ajijieieil TeHOB, BIIMSIO-
LIUX Ha pa3Mep MoMeTa y eclioB, UMEET CMBbICII TTPO-
aHaJIM3UpOBaTh, KaKoe BOOOIIE pa3zHooOpasmue pe-
KMMOB JTWHAMUKU MOXET IMOpoXIaTb mMoaedb (2).
EctecTBeHHO CpaBHUTDH 3TU PEXUMBI C XOPOIIIO W3-
BECTHBIMM U IIOJIPOOHO OMKMCAHHBIMU (HAaIpUMeEDp, B
[31]) pexxumaMu KJIacCUYECKOI MOIEJIU, OCHOBAaHHOM
Ha ypaBHeHuu (1). MccnemoBaHue, BKiItOUarolee
npuBeneHHBIN B [Ipuioxkenuu 1 aHaim3 yciaoBUii cy-
IIECTBOBAHUS U YCTOMUMBOCTU CTAlLIMOHAPHBIX TOYEK
CHUCTeMBI (2), TI03BOJISIET 3aKJIFOYUTD, YTO )11 Monesu (2)
MOXHO BBIICJIUTH T€ XK€ IUHAMUYECKUE PEXUMBI —
TUIIBI OTOOpa, KaK M B KjaccUuecKom ciydae. Tak,
MPU TTOBBIIIEHHOU MTPUCTIOCOOIEHHOCTH T€TEPOZUTOT
Wy <wyuwy, <w,,;puc. 1,a) IPOUCXOIUT YCTAHOB-
JIeHVWE CTaOWIbHOro (COaJJaHCMPOBAHHOTO) TIOJIU-
Mopdur3Ma; TpU MMOHUXKEHHON MPUCIIOCOOJIEHHOCTH
TeTEPO3UTOT HaOIIoHaeTcsT OMCTAOMIIBHOCTh, KOTIa
JITo6oe U3 ABYX MOHOMOPGHBIX PAaBHOBECHUII MOXET
OBbITb JOCTUTHYTO B 3aBUCUMOCTU OT HaudyaIbHBIX
ycaoBuii (puc. 1,6); mpu NpoMeXKyTOUHOM ITOMUHU-

pOBaHUM OCYILIECTBIISIETCSI HAMpaBJIEeHHBI O0TOOp U
MMPOUCXOAUT BLITECHEHUE HEOITUMAILHOIO aJlIelIs
(puc. 1,6). Ilpu atom nuHamuka monenu (2) (puc. 1,
KPY>KKU) OTJIUYAETCS OT IMHAMUKU MOJEH KIacCu-
yeckoro oroopa (1) (puc. 1, nuHMUM): OTOOP MOET
MmemieHHee. [To-BuaMMOMYy, 3TO CBSI3aHO C Hapylle-
HUEM COOTHolleHuss Xapau—BaitHOGepra, kotopoe
MpeaCTaBIsieT CO00I N30BITOK reTePO3UToT, HAOITIO-
JIaeMbIii B IIPO1IecCe IBUKEHMS K paBHOBECHIO (puC. 2).

Ha puc. 2 mpencraBieHbl NpUMepbl TUHAMUKU
YacTOT F€HOTUNOB (P44 U P 4,) IAJISI PA3HBIX TUIIOB OT-
6opa, TakKe TIpUBeJeHa TMHAMMKA BEIMYUH OTKJIIO-
HEeHUS OT paBHOBecus Xapau—BaiitHOepra, KoTopbie
BBIYMCIISITIACH clienytolum oopaszom: HW_dev(p,,) =

= pas— Pa» HW_dev(p1)/2 = (paa — 204(1 = p))/2.
MOXHO BMAETb, YTO OTKJIOHEHHE OT pPaBHOBECUS
Xapoun—BaiiHOepra Bceraa pruCcyTCTBYET B IIPOLIECCe
repexoja K paBHOBECHUIO U MPEACTABISIET COOOI U3-
ob1TOK retepo3urotr (HW_dev(p,,) > 0), BHe 3aBucu-
MOCTH OT HayaJIbHBIX YCJIOBUIT; Ha TpadurKax cieBa
HayajbHbIE YCJIOBUSI COOTBETCTBYIOT PaBHOBECHIO
Xapoun—Baiin6epra, a cripaBa — HeT. Ilo Mepe Tipu-
OIVKEeHUS K CTallMOHAPHOM TOUKE BeJIMYMHA OTKJIO-
HEHUSI YMEHbBIIIAeTCs M YCTAHABJIMBAETCS pPaBHOBE-
cue Xapau—BaitHoOepra.

ITpoBeneHHOE UcclieNOBaHUE TOKA3aJI0, YTO JAeii-
CTBHE OTOOpa MO MPU3HAKY, OTPAaHUICHHOMY TTOJIOM
U NPOSBISIONIEMYCS Y XKEHCKOU 4acTU MOMYJIsINH,
MpU CTAaOWJIbHBIX BHEIIHUX YCJIOBUSIX (PaKTUUECKU
TOXIECTBEHHO IT0 KOHEYHBIM pe3ysibTaTaM OTGOopY,
ONMCHIBAEMOMY KJIaCCUUYECKOM Mozeblo (1), omHaKo
CYIIECTBEHHO OTJIMYAETCS 110 BpEMEHM U XapaKTepy
TPAaeKTOPUM TIepexoma K ITOJOXEHHIO PaBHOBECHSI.
DTO TO3BOJSET Mpenrnojaratb, 9YTo B MEePEeMEHHBIX
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Puc. 1. lunamuka yacToTsl anenst A (p,) B uepee MOKOJIEHUIt 7 IPU pa3IMYHBIX TUMAaX OTOOPA, INHUU COOTBETCTBYIOT MO-
nenu (1), Kpyxxku — mozaenu (2); pa3HBIMU LIBETAMU 0003HaYeHA TMHAMUKA MPU PA3TMIHBIX 3HAUCHUSIX YaCTOTHI aijiens A B
HavyaJIbHBIIT MOMEHT BPEMEHU. @ — YCTaHOBJIEHHE IMOJMMOpdU3Ma MpU MOBBILIEHHONH MPUCIIOCOOJIEHHOCTH TeTepO3UTOT:
Waq = 1.3, wy, = 1.5, wyy = 1.2; 6 — nu3pynTuBHbLi 0TOOP: W,, = 1.45, wy, = 1.2, w4 = 1.5; 6 — BbITECHEHHE HEONITUMAJILHOTO
aJuIesIst IpY IPOMEXYTOYHOM TOMUHUPOBAHUM: Wy, =1.15, wy, = 1.2, w = 1.5,

a
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o ~0.00015
0.14 0.00008 | ol
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P
1LOF
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0.6
~0.0002 4-0.0002
0.2}
A0 0004 Omﬁwﬁw_o_ooos
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Puc. 2. JIluHamuKa 4acTOT F€HOTUIOB P,y U py, (OCb clleBa) U MX OTKJIOHEHMH OT paBHOBecus Xapau—BaiinGepra
(HW_dev(p44) m HW_dev(p,,), ock ctipaBa) B uepeie TOKOJEHU # ITPY pa3IMYHBIX TUITAX 0TOOpa (3HAUYEH NS TPUCTIOCOOIEH-
HOCTell (hparMeHTOB PUCYHKa COOTBETCTBYIOT puc. 1). HauanbHble ycinoBus: cieBa — paBHoBecue XB: p44(0) = 0.01, p,,(0) =
= 0.18, cripaBa — HapyeHune pasHosecus XB: p 4 4(0) = 0.8, p,(0) = 0.0.
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BHEIITHUX YCIOBUSX MOXKHO OKUIATH TIPUHITUTTNAIb-
HO OOJIBIIMX Pa3IUIUA.

BepHeMcst K 00CyXIEeHMIO HacjedoBaHUsI OOJIb-
IIIOTO 1 MAJIOTO pa3Mepa IOMeTa y IeCIIOB. YUMNTHIBAs
MOJIHOE JTOMUHUPOBaHUE, 31eCh MOXHO BBINIMCATH
clienylolllee COOTHOIICHHWE HPUCHOCOOIEHHOCTEM
TEHOTUTIOB: W, = W,, < W,, IUISI TIPUOPEKHBIX TTOITY-
JISIUMIA, T B YCJIOBUSIX ITOCTOSTHHOTO OTrpaHUYEHUS
MMUIIEBBIX PECYPCOB BHDKMBAEMOCTh B MaJIbIX ITOMeE-
Tax BBIIIE, YeM B OOJIBIINX, HACTOJIIBLKO, YTO K KOHILY
MOJIOYHOI'O BCKapMJIMBAHUS TaM OKa3bIBAETCS OOJIb-
III€ KMBBIX IIIEHKOB, YeM B U3HAYaJIbHO OOJIBIINX IT0-
MeTax. OTO COOTBETCTBYET HAIIPaBICHHOMY OTOOpY,
B pe3yJIbTaTe KOTOPOTO IMPOMCXOAUT BHITECHEHUE aJlje-
115t A. C gpyroii CTOpoHBI, B hepMEPCKUX MOITYJISILIMSX,
7€ NUIIY JOCTATOYHO, COOTHOIICHNE IIPHUCIIOCOOICH-
HOCTE MEHSIETCSI Ha O0OPaTHOE W,y = Wy, > W,, U TIPO-
HUCXOIUT Y€ BBITECHEHUE PELIECCUBHOIO ajefs a,
KOHTPOJIMPYIOIIETO Majiblii pa3mep mometa. Ilomu-
MOp®dU3M ITPU MOCTOSHHBIX TPUCITOCOOJICHHOCTSIX B
paMKax JaHHOI Moaenu (T.e. Mojaeau (2) IIpu NocTo-
STHHBIX IIPUCIIOCOOJIEHHOCTSIX U ITOJTHOM TOMUHUPO-
BaHUU) TIOJYYUTh HEJIB3S, OJII 3TOTO HYXXHO y4eCTh
LIMKJIMYHOCTD YCJIIOBUI OKpYyXKalolllell cpeabl, KOTO-
pbie IIPUBOIIT K LMKIMYECKUM U3MEHEHUSIM COOT-
HOIIIEHUS TPUCITIOCOOICHHOCTEM.

Lukauueckuit ombop no pasmepy nomema y necy,06

B ycnoBusSIX M3MEHSIOIIMXCS ITMIIEBBIX PECYPCOB,
XapaKTEePHBIX MJISI KOHTUHEHTAJIbHBIX ITOMYJISLIMIA
MECLOB, JOJKHBI U3MEHSITBCS U MPUCIIOCOOJIEHHO-
ctu reHotuIoB. IloBTropuM MomennpoBaHue, II03BO-
JIMBILIEE TTOJYYUTh COajJaHCUPOBAHHBIN IOJUMOP-
¢u3M o paccmatpuBaeMomy reHy [14], npu stom
OyZIeM HCII0JIb30BaTh YTOYHEHHYIO MOIEIb (2), yau-
THIBAIOIIYIO, YTO IIPOSIBJIEHME JaHHOTO MpHU3HaKa
OrpaHMYEHO MOJIOM, U YUYTEM LIMKIINYECKOE U3MEHEe-
HUE YCIOBUIT Cpeabl, 3aKIII0Yalonieecs B 3HAUUTEIb-
HOM CE30HHOM YBEJIMYCHUHU 3aracoB MUIIM KaxKIble
4 rona.

ITockoJibKy ObLIO OLIEHEHO, YTO B CPEITHEM CaMKU
reHOTUNOB AA 1 Aa Tipou3BOIT 12 meTeHbIIen Kax-
Iblii ron (my, = my, = 12), a caMKu aa — BoceMb (m,, =
= 8), penpoayKTUBHASI CIIOCOOHOCTh CAMOK C T€HO-
tunamMu AA u Aa B 1.5 pasa BbIllIe, YeM Y CaMOK ad.
I1pu 5TOM HET TaHHBIX O TOM, YTO BLIXKMBA€MOCTD Ca-
MOK CB$I3aHa C pa3MepaMu MoMeTa U1 KaK-TO 3aBUCUT
OT OOWIusl KOpMa, IMO3TOMY BbDXMBAEMOCTb CaMOK
€CTECTBEHHO CUMTATh MOCTOSIHHOM V= V,, = V,, = V.
BmecTte ¢ TeM BbIKMBaeMOCTb JETEHbIIIell HE 3aBU-
CUT OT BEJIMYMHBI TTIOMETA, B KOTOPOM OHU TOSIBU-
JUCh (M COOTBETCTBEHHO OT TE€HOTMUIIA MaTepu),
TOJIBKO B TOJIbl C OOMJIbHOM MUILIEl, a B TOJIOAHbBIE O~
JIbl — B MaJIEHbKMX TTOMETaX BbIXXKMBA€MOCTb AETEHbI -
mIeit Beile, yeM B 00JblIuX. [TOCKOJBKY peub UaeT
WMEHHO O MToMeTaxX Mpy BCKapMJIUBaHUU, 3TO MOXHO
Y4EeCTh B paMKax Moaenu (2), mojaras, 4To B TOJIOM-

KIIAHOBA, ®PCMAH

Hble roabl (PepTUIBLHOCTh MHOIOIUIOZHBIX OCOOEi
(myy v my,) Bk pa3 MEHbIIIE, YEM B TOJbI C OOUJIBHOM
MuIei, rae k — COOTHOIIEHME BbKMBAEMOCTH TP~
IUI04a 13 OOJIBIINX IIOMETOB B “Ty4HbIe” M TOJIOTHEIC
TOMBbI.

Hrak, OyneM OoCHOBEIBaThCs Ha Moxaeiau (2), HO
noJjiaraTh IMPUCIOCOOJICHHOCTH NEPUOANISCKA Me-
HAOIUMUCA BendnHaMu. Kaxnaele 4 roma MejKue
TPBI3YHbl JIEMOHCTPUPYIOT BCIUIECK YMCICHHOCTH
[34, 35] n Hambonee TIIOTOBUTHIE TEHOTUIIHI TIeclia
(AA 1 Aa) B TV TOABI UMEIOT HAMOOJIBIINIA aTalTUB-
HEBII yCIIeX, IO3TOMY B KaXKIbIii 4-11 TOM;

Wy =Wy, =vimy, =12v,
W, =V, = 8v, T.e. W = W,, = 1.5w,,
B OCTaJIbHBIE TOMIBI:

Wiy =Wy, :VmAA/k=12V/k,
W, =vim,, =8v, T.e. Wy = w,, = 1.5waa/k,

Ille Vv — BbDKMBAEMOCTb CaMOK MECIOB Mocie mnepe-
JKMBaHUS B IOMETe. 3aMETUM, UTO ISl TOCTUKEHUS
nojauMopdursma BeInYrMHa KoadduieHTa k 10K-
Ha OBITH OOJBIIE 1.5, TTOCKONBKY XKWBBIX MICHKOB B
MaJIbIX MOMETax B TOJIOAHbIE TOAbl NOJXKHO OBITh
0oJblile, YeM B OOJIbIIMX, MHAYe TPOU30MIET BbITEC-
HeHue ajuiens a. BMecrte ¢ TeM TOuHbIE OLIEHKU a0Cco-
JIIOTHBIX 3HAYEHUN BEJIUYUH TTPUCIIOCOOJIEHHOCTEH
HE CTOJIb BaXKHbI. XapaKTep IMHAMUKU OIpeelisieT-
CSl UX OTHOCUTEJbHBIMU 3HaUYeHUSAMU. Tak, MOXHO
MOJIOXUTb W,, = 1, aw,, = w,, = 1.5 Broasl c oOujb-
HOl muuei u w,, = wy, = 1.5/k B TOJI0OIHBIE TOABI,
wmw,,= l.4daw, =w,,=?2.1 Broasl c OOWJIbHOI NU-
et uwy, =wy, = 2.1/k B rooiHbIE TOJIbI.

Pesynbrarhl MOAeIMPOBaHUS C TAKUMMU TIEPUOA-
YeCKM  MCHSIOIIMMUCS  IIPUCIIOCOOJIEHHOCTSIMU
npencrabieHbl Ha puc. 3. Kak n B ciygae orbopa ¢
IMOCTOSIHHBIMU TIPUCTIOCOOJIEHHOCTSIMUM, BUITHO 3aMe/l-
JIeHe OTOopa IO IIPU3HAaKy, OrpaHUYEHHOMY IIOJIOM
(KpyK11), IO CPABHEHUIO C IIPOCTHIM OTOOPOM, OITUCHI-
BaeMbIM ypaBHeHMEM (1), HO MpU TaKKX XKe TepruoauJe-
CKM MEHSIOIIMXCS 3HAYCHUSIX ITPHUCIIOCOOJIEHHOCTEM
T€HOTHUIIOB, Kak 1 B Moaeiu (2) (muuum). Ha puc. 3,a
MpUBeieHa AMHAMUKA JIJIs 3HAYeHUI k, U3 MHTepBaJia
paccuntanHoro [31] 1.666 < k < 1.718, roe moauMop-
¢$¥13M BO3MOKEH B paMKax MOJIEJIH IPOCTOI0 OTOOpA.
M3 puc. 3,6 MOXHO BUIIETh, YTO €CJIU YUUTHIBATDh TUIT
JIaHHOTO MpH3HaKa (OrpaHUYEHHOCTh IIOJIOM), TO
noajaepKaHmue IoJuMop¢pu3Ma OKa3bIBa€TCsSI BO3-
MOXHBIM B 00Jiee IIMPOKOM uara3oHe 3HAaYeHUN k.
B vactHoctu, ipu k = 1.725 u gaxe 1.74 oTyeTIMBO
BUIHO coxpaHeHHne nmoaumopdmnzma nmocae 1500 mo-
KOJICHUI TUHAMUWKU MoJneau (2) ¢ yKa3aHHbIMU Me-
pUOINYECKUMY 3HAYCHUSIMU IIPUCIIOCOOJIEHHOCTEI,
B TO BpeMs KakK Mojelib (1) Ipu 3TUX XKe Iepruoande-
CKMUX W3MEHEHUSIX MNPUCIOCOOJIEHHOCTEH [IeMOH-
CTpUpYeET IOJIHYIO yTpaTy amieis A. Ha puc. 3.a, 6
HavaJIbHBIE YCIIOBHS BBIOPAHBI TaK, UTO 00a ajIess
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Puc. 3. lunamuka yactoTel ajuiensi A (p4) B uepeie MOKOJIEHUI 1 TIPY pa3IMYHBIX 3HAUYEHUSIX K. SHAYEHUSI TAPAMETPOB: W, =

=14,wy,=
TIPY HAYaJIbHBEIX 3HAYEHUAX p 4 4(0)
244(0) =0.99, p4,(0)=0.0

=0.25, p4,(0)

UMEIOT OJUHAKOBYIO yactoty (p, = p, = 0.5). Ecnu
MpeanosaraTb, YTo ajlesb a MOsIBUIICS B pe3yJibTaTe
MyTalluu, TO Ha HaYaJIbHOM 3Tarle OH MPUCYTCTBOBAJI
B OYEHb HEOOJIBIIION 103€; Ha puC. 3,8 IpUBEICHA T~
HaMWKa MpU APYTUX HadaIbHBIX YCIOBHX (p, = 0.99,
P, = 0.01); 3mecp moHanOOUI0OCh 3HAYUTEITBHO OOJIb-
liee KOJWYECTBO PACUETHBIX ITOKOJEHUI, 4YTOObI
yBUIeTh 3¢ dekT ordbopa. EcrecTBEeHHO, UTO moOTeps
ajens a 3nech 0ojee BeposiTHAa MpU HEOOJbILIOM
MPEUMYIIECTBE B BBIKMBAEMOCTU MaJbIX MOMETOB
(ripu k = 1.666, 1.66); mpu 6OJILINTNX 3HAYCHUSIX Kk TTO-
JuMopdur3M coxpaHsieTcs: BMoaesu (2); BMoaenu (1)
MpU TeX K€ MEePUOJNYECKUX M3MEHEHUSIX BEJIUUYUH
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wyy = 2.1. a, 6 — cneBa npuBeneHa TMHAMUKA Ha HaYaIbHOM 3Tare 0—60-e nokonexHue, crpasa — ¢ 1450 o 1500,
=(0.5; 6 — nunamuka nocie 14950 mokosieHMit, MpU HAYATBHBIX 3HAYCHUSIX

MPUCIIOCOOIEHHOCTE MPOUCXOIUT BBITECHEHIE aJl-
nens A yxe ripu kK = 1.718, 94TO CBsI3aHO HE C U3MEHE-
HHMEM HadaJIbHOro 3Ha4y€HUs, a C YBCJINYCHUEM KO-
JINYECTBA ITOKOJIEHUI pacueTa.

ECTECTBEHHBIV OTBOP
10 OTPAHUYEHHOMY MOJIOM MPU3HAKY
B JIJUMUTUPOBAHHOMU TMOMNYJIALNA
C BO3PACTHOM CTPYKTYPOM

Cnenyromuit (akTop, KOTOpbIii HE OBbLI y4TEH
IpU MOAETMPOBAHUU, — DTO BO3paCTHAsI MOApAa3/e-
JIEHHOCTH y neciia. U3BecTHO, 4TO HaJIM4ne BO3pacT-
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HOM WM CTaAMMHOM CTPYKTYpbl B MOMYJISILIAU 3HA-
YUTEJIBbHO YBEJIMYMBACT 1IIAHCHI COXPaHEHUSI TeHEeTH -
YeCKOro pa3HooOpa3usl B HeCTallMOHApHOIl cpele
[36]. Janee MbI OTKaXKeMCS OT IIPEATIOI0KEHUS O HE -
MEPEeKPHIBAIOLIMXCS TTOKOJEHUSIX U TIepeiineM K 00-
CYXIEHUIO IeHACTBUS OTOOpa B CTPYKTYPUPOBAHHOM
MIOITYJISILIAN.

B Monensix nunamuku (1), (2) paccmarpuBaeTcs
JINIITh U3MEHEHNE TeHEeTMYECKON CTPYKTYPHI ITOITy-
JISILAU B TIPEANOJOXEHUH, UTO pa3IMYHbIC €€ MOKO-
JIEHUSI He mepeKphiBaoTcss. OmHAKO 3TO IIPEIIToIo-
JKeHUE HECIPaBeMJIMBO, €CIU IPOIOJLKUTEILHOCTh
JKU3HU KaxXIOTo TIOKOJICHUsI OKa3bIBaeTcsl Cyllle-
CTBEHHO OOJIbIIIC BPEMEHHM, MPOTEKAIOIIETO MEXKIY
ce30HaMU pa3MHOXeHUs. B aToM cirydae kaxmast 1o-
KaJIbHasl TOMYJISILIMSI BO BpeMsl pa3MHOXEHUSI COCTO-
UT U3 0CcO0€ei, MpUHAIJIeXaIINX K pa3HbIM BO3pacT-
HBIM TPYIIIaM, U YUCJTEHHOCTH KaXXI0H BhIIEISIEMO
BO3pPACTHOI IpyMIlbl €CTECTBEHHO paccMaTpuBaTh B
Ka4yeCcTBe MePeMEHHBIX MOIEIIH.

PaccMoTpuM Mozeab MOMYISIIUU C BO3PACTHOM
CTPYKTYPOIi, KOTOpAast MOXET OBIThb IIPEACTABIEHA CO-
BOKYITHOCTBIO IBYX BO3PAaCTHBIX KJIACCOB: MJTAMIIETO,
BKJIIOUAIOILIETO HEITOJIOBO3PEIbIX 0COOEH, U cTapiie-
ro, COCTOSIIIETO U3 0co0eil, y4acTBYIOIIUX B PA3MHO-
KEHUU.

O06o3HayuM yepe3 X, — YMCIEHHOCTb MJIAIIIETo
BO3PACTHOTO KJjlacca B K-blil CE30H PA3MHOXEHUSI, a
Y, — YMCIEHHOCTD PETPONYKTUBHOM YaCTH TTOITYJISI -
unu. [lepron pa3MHOXeHUsT 3aKaHUYNBAETCS TTOSIB-
JIeHMEM HOBODPOXIEHHBIX 0cO0Oeil cleayrolero no-
koneHwus. ByneM nmpenrmonarars, 4To BpeMeHU, MPO-
TEKaIIero MeXIy OBYMS IIOCIeNOBaTEIbHBIMU
MepruoJaMuy pa3MHOXEHUs, JOCTATOUHO JIsl Pa3BU-
THST 0COOE MITaNIIIeTo BO3pacTa 0 MOJIOBO3PETIOTO
COCTOSTHUSI, @ HOBOPOXIEHHBIX IO COCTOSTHUS MJIa-
mero Bospacta. JlomycTuM, YTO BBIKMBAEMOCTb U
BOCITPOU3BOAUTENBHASI CITOCOOHOCTH TTOJIOBO3PEITBIX
oco0eil He 3aBUCST OT BO3pacTa.

JIuMuTHpOBaHUE YMCIEHHOCTH MIIAMIIETO BO3-
pPaCTHOTO KJIacca OCYIIECTBIISIETCS ITyTEM YMEHbIIIE-
HUS BBIKMBAEMOCTH ITPUILIONA C POCTOM €ro 4uc-
JIEHHOCTU, KOTOPOE MPOUCXOIUT T10 TUHEMHOMY 3a-
KoHy: fiX) = 1 — X/K, xak B Monenu DepxioibcTa.
3nech K — 3TO eMKOCTh 9KOJIOTMUYECKOM HUILU, VJTA
MaKCUMAaJIbHO BO3MOXHAsI YUCIEHHOCTb MJIAIIIETO
BO3pAaCcTHOro Kijacca. B 3ToM cilyyae ecTecTBEHHO
MEePEUTH K OTHOCUTENIbHBIM 3HAUCHUSIM YUCJIEHHO-
creii: x = X/K, y = Y/K. Torna ypaBHeHUsI, ONNCHIBA-
I0l[e OMHAMUKY OTHOCUTEJIbHBIX YMCICHHOCTEMH
paccMaTpUBaeMBIX BO3PACTHBIX TPYIIN B yepeae IMo-
KOJICHUI1, OyIyT CIIeTyIOIIMU:

Xp+1 = WYy
Vo1 = xn(l - xn) + CVn>

o€ w — 9TO perOHYKTHBHbIﬁ IIOTCHLMAJ CTapumero
BO3paCTHOro KJjacca, ¢ — €ro BbLKMBAa€MOCTbD.

3)
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B cnydae, korna penpoayKTUBHBIN HOTEHIINAT (W)
CBsI3aH C MPU3HAKOM, KOTOPBIA OrpaHUYEH II0JIOM,
3aBUCUT OT T€HOTHUIIA MaTEPU U ONPEIEIISIETCS TreHe-
TUYECKU OJHMM aJaIllTUBHBIM IUAJUICIbHBIM T'€HOM,
JIUHAMUKY YMCJIEHHOCTU M Te€HETUYECKOTO COCTaBa
JIByXBO3PaCTHO ITOITYJISILIMM MOXHO OITMCAaTh CJIEIy-
Io1Iel cucteMoit ypaBHeHui [[Ipunoxenue 2]:

x(n+1) = y(mw(n),
y(n+1) = (1= x(n)x(n) + cy(n),

Q1 +1) = (Waapaa( + %wAapAa(m) x
< (paat + 1 1) i,

Guln+1) = {% WaaPaa) + W s Das() X
@)
% (1= paatm + %m(n))  Wao(l = poy() —

= 21 (pas + L )} /w(n),

Paa(n+1) ={q,,(n)(1 — x(n))x(n) +
+ pas(mey(m} /{1 = x(n))x(n) + cy(n)},
Pas(n+1) ={q4,(n)(1 — x(n))x(n) +
+ paa(mey(m)} /{0 — x(n))x(n) + cy(n)},

IJie p; — 9TO YACTOThI TEHOTHUIIOB i/ B TOJIOBO3PEJION
4acCTu MOMYJISALMH, g; — B HENOJIOBO3pENIoit (i uj = A
u a); wn) = wup(n) + wips(n) + weo(l — pyu(n) —
— P4.(1)) — CPEenHsISI IPUCTIOCOOJIEHHOCTh TOTOMCTBA
Ha IIEPBOM IOy >KM3HMU.

KM3HeHHBII HUKII Ieciia B O0OJbIIE CTENEHU CO-
OTBETCTBYET MOMACIM IBYXBO3PACTHOM IMOMYJISILIVM,
MOCKOJIBKY MPOJOJIKUTEIBHOCTD KM3HU TTOJIOBO3pPE-
JIBIX 0CcO0eif cOCTaBIISIET HECKOJIBKO JIET, a JeTEHBI-
I, KaK TIpaBUJIO, BCTYIAIOT B MPOLIECC Pa3MHOXKeE-
HUST HA BTOPOM TOIIy XXHU3HMU.

TpanuiMoHHOE aHATUTUYECKOE UCC/IeAOBAHUE CH-
cTeMbl (4), aHAJIOTUYHOE HCCEAOBAaHUIO CUCTEMBI (2),
npuBeaeHHoOMY B IIpuinoxeHun 1, Toka3bIBaeT, 4To
MoJieJib (4) UMeeT TpU reHETUYECKU pa3IMYHbIX paB-
HOBECHSI: 1Ba MOHOMOP(HBIX U OTHO MTOJIMMOP(HOE,
coBmnagaoIne ¢ paBHoBecusIMU Moaeu (2). [puuem
PABHOBECHBIE YACTOThI TEHOTUIIOB B 00EUX BO3PACTHBIX
IpyIIax COBNAZAIOT: p; = ¢;. CTallMOHApHbIE 3HAYECHMS
YHCJIEHHOCTU BO3PACTHBIX KJIACCOB OIPEEsIIOTCS KaK:
x=w+c—1)/w,y=w+c—1)/w IIpu sTOM Ha-
MpapJjieHUe oTOOpa OMpeaeisieT B3aMMHOE pacIioio-
JKEHUE MPUCTIOCOOJEHHOCTEN TeHOTUIIOB, a BETUYU-
Ha (w + ¢) ompedensieT TUHAMUKY YUCIEHHOCTH.
31ech MBI ONYCTUM ITOAPOOHOE OOCYXIECHHE BO3-
MOXKHOM IMHAMMKH Moenu (4) 1 nepeitnemM K Moje-
JIMPOBAHUIO PACXOXKIAECHUS PENPOAYKTUBHbBIX CTpaTe-
Tl B €CTECTBEHHBIX MOMYJISILIMSX TECIIOB.
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Puc. 4. Ilunamuka 4acToTsl ajuiens A (p,) B uepere MOKOJICHUIL # IPYU pa3INYHbIX 3HAYCHUSIX ITapaMeTpa c. KpuBble pasHBIX
LIBETOB COOTBETCTBYIOT PAa3JIMYHBIM HauaJlbHbIM ycaoBusIM. CiieBa — BbITeCHEHHME alnenst A, wy, = 2, wy, = 1.5, wyy = 1.5;
CIpaBa — BBITECHEHUE aJutens a, w,, = 1.4, wy, = 2.1, wy = 2.1

Modeauposanue ougpepenyuanyuu
PENPOOYKMUBHBIX CIMPAME2UL Y RPUOPENCHbIX
U KOHMUHEHMANbHbIX NECU08 C NOMOULbIO Modenu
omb6opa 6 08yx603pacmHOll NONYAAUUU

Kak u B nipeapiaylieit Moaeu IJisl IIPpUOPEKHbBIX
MOy, €CTECTBEHHBIM OTOOP HarlpaBJieH Mpo-
TUB aJenst A {w,, > Wy, Wyq = Wy,} Y TIONYJISILIUS CTa-
HOBUTCSI MOHOMOpP(dHOI (puc. 4, ciera). CKOpocTb
BBITECHEHUSI aJUIeNsl A 3aBUCUT OT BEJUYUH Wy, ¢ U
HavyaJibHOM yacToThl ajienis A. Takum o6pa3oM, To-
JIyYeHHBbI€ PE3YJIbTAThl COIJIACYIOTCS ¢ HabIrogaeMoi
B HacTosilllee BpeMsl CUTyalreit, Koraa puopeskHble
necubl TPOU3BOAAT MOMEThl HEOOJbIIIOTO pa3Mepa,
T.€. UX MOMYJISLIMSI MOHOMOpdHA TT0 paccMaTpuBae-
MoMmy reHy. Ha puc. 4 cnmpaBa nzobpaxkeHa cUTyalusl,
xXapakTepHas s (hepMepCKUX MOIMyIsIUi, e mu-
ILIEBBIX PECYPCOB IOCTATOYHO U MPOUCXOJIUT BBITEC-
HEHWe aJjienis a.

Hanee Oymem MoaeaupoBaThb AMHAMUKY KOHTH-
HEHTaJIbHBIX MOMYJISALMI, yUUThIBasA LIUKJIbI KOPMO-
BOIi 6a3bl TEM K€ CIIOCOOOM, UTO M B OJIHOPOMTHOI
mopenu (puc. 3), Ipy 3TOM IMHAMMKA 3aBUCHUT OT 10~
MOJHUTEbHOTO MapaMeTpa ¢ — BbKMBAEMOCTH T10-
JIOBO3peNbIX ocobeii. Pe3ynbraThl MoOAeIMpOBaHUS
mpeacTaBieHbl Ha puc. 5. [IpucyTcTBue mojoBo3pe-
JIBIX 0CO0€ii, KOTOpbIE YYacCTBYIOT B Pa3MHOXEHUU
HEOTHOKPATHO, 3HAYUTEJbHO MEHSIET KapTUHY, TT0-
JIUMOP(DU3M MOXET COXpPaHSThCS B OoJiee IMPOKOM
JIrara3oHe 3HaUYeHWH k, YeM B OMHOPOITHOM ITOITYJISI-
uu. [lpu aTomM oTOOP MaeT MemieHHee, mocyae 1500
MOKOJIEHUI1 (pUC. 5, clieBa BHU3Y) NOJIUMOPGU3M Cy-
1IECTBYET IPU BCEX 3aJaHHBIX 3HAUCHUSIX TTapaMeT-
poB: k or 1.55 mo 1.8 u ¢ ot 0.2 no 0.5. JanbHeiiue
pacyeThbl MOKAa3bIBAIOT, UYTO CUTYAlIUS ellle MEHSIETCS,
MPOUCXOAUT MEIJIEHHOE BBITECHEHUE HEONTUMAJIb-
HBIX aJUleieii: ajjiesst @ mpyu HeOOIBbIIOM MpeuMyIe-
CTBE B BBDKMBAEeMOCTU MaJbIx ITomMeToB (kK = 1.55 u
1.6) u amnenst A npu odeHb Gonbinom (k = 1.8). I1pu
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3TOM BBIXXMBAeMOCTh ITOJIOBO3PEJIOit IpyMIibl (¢) Mo-
pa3HOMY BJUsSIET Ha pesyabTar oToopa. bosbiiue
3HAUYE€HUS ¢ MPEAOTBpAIIAIOT YTpaTy ajliejisi MaJoro
nomMeTta (a) pu HEOOJILIIOM €T0 MPEUMYIIECTBE IO
BbIKUBaeMoctu (puc. 5, k = 1.6, ¢ = 0.5), a majble
3Ha4YeHUs ¢, HAaoOOpOT, MPEMNSITCTBYIOT yCTaHOBJIE-
HUIO MOHOMOpdU3Ma U moTepe ajieias A B ciydae
0O0JIBIIIOTO MPEUMYIIECTBA 10 BBIXKMBAEMOCTH MaJIbIX
nomeToB (puc. 5, k= 1.8, ¢ =0.2).

PaccmoTpeHHble HaMM MOAEIM HE YYUTHIBAIOT
BO3MOXHOTr0 OOMeHa reHaMH1 MeXIy KOHTUHEHTAJIb-
HBIMU U TIPUOPEXHBIMU TOIMYJISLIASIMHA, KOTOPHIM,
MO-BUIMMOMY, CyIlIeCTByeT. B yacTHOCTH, HEIaBHO
OBIIT 3a(PMKCUPOBaH CITydaii MUTpaIli CAMKHU Tecra 13
MPUOPEXKHOTO B KOHTUHEHTAJIBHBIN paiioH CO CMEHOI
MUIIEBOro panroHa (0T pa3HOOOPa3HO MOPCKON M-
1 K JlemMmuHram) [37]. Ilonarast, 4Tto Takoii reHeTru4e-
CKUI1 0OMEH MPOUCXOIUT PETYISIPHO U B 00€ CTOPO-
HBI, MOXHO MPEANOJI0XUTh, YTO IMPUOBIBAIOIIUI C
MUTpaHTaMU ajijieab A JOBOJBLHO OBICTPO DIIMMWHM-
pyeTcs 13 reHo¢oHAa MPUOPEKHBIX MOITYJISILIAM, TaK
KaK HallpaBJIeHHBI 0TOOp TaMm Oosee OBICTpLIii (puc. 4,
cJIeBa); B TO BpeMs KakK Jaxke HeOOJIbIIOE ITOIOJIHE-
HUE KOHTUHEHTAJbHBIX MOMYJISILIUIA TeCLIOB 0CO0sI-
MU C TEHOTHUIIOM ad CIOCOOCTBYET IIOIACpPKaHUIO
noJmMopdu3Ma Jaxe MpH HEOOJBIIOM IPpEenMYyIIe-
CTBE T10 BLLKMBAEMOCTHU B MaJIbIX [TIOMETaX.

SAKIIIOYEHHME

MareMaTrdecKasi TeOpHUsl eCTECTBEHHOTO OoTOOpa
10 IIpU3HAaKaM, CLIEIUIEHHBIM C IIOJIOM, XOPOIIIO pa3-
pabotana [31, 38, 39]; omHaKo WU3BECTHBI U JpyTrue
TUITBI IPU3HAKOB, OOYCJIOBIICHHBIX T€HAMM, PaCIoJIO-
KEHHBIMU B ayTOCOMAaX, HO MPOSIBJISIONIMXCS ITO-pa3-
HOMY B 3aBUCHUMOCTH oT noja [40, 41]. B yactHOCTH,
pa3BUTHE IIPU3HAKOB, OTPaHUYEHHBIX IT0JIOM, O0YCJIOB-
JICHO T€HaMU, PacHoJIOKEHHBIMU B ayTOCOMax O0OMX



238 XKIAHOBA, ®PUCMAH

DPa
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Puc. 5. Junamuka yactotsl ajnensd A (p4) B yepene MNOKOJIEHUI /7 IPU Pa3IMYHbIX 3HAYEHUAX K U ¢. 3HaYeHUs 1apaMeTPOB!
Waq = 1.4, wy, = wy = 2.1. CrieBa BBepXy NpuBeieHa TMHAMUKA Ha HaYaIbHOM 3Tare 0—60-e oKosieH!e, Ha IpyruX hparMeH-
Tax — MOCJIe HECKOJBKUX COTEH (ThICSY) MOKOJEHUIA, TPU HaYaIbHBIX 3HaUeHUsIX p 44(0) = 0.25, p 1,(0) = 0.5.

TI0JIOB, HO TIPOSIBJISIIOTCSI OHU TOJIBKO Y OTHOTO TToj1a. K
JaHHBIM MpPU3HAKAM OTHOCHUTCSI MHPOAYKTUBHOCTh
KWUBOTHBIX, HAIIPUMEP MOJOYHOCTb 1 XKUPHOCTh MO-
JIOKa Yy KPYITHOTO pOTaToro cKoTta, SiIeHOCKOCTb U
pasMep Ul y Kyp, a TaKKe pa3Mep IToMeTa y MHOTO-
TUTOTHBIX SKUBOTHBIX.

IMToHuMmaHue pe3yabTaTOB AEHCTBHS OTOOpa IO
TaKUM IIpU3HAKaM BechbMa BaxkHO. OgHAKO HpHUMe-
HEeHME KJIACCUYECKUX ypaBHEHUII MaTeMaTHYeCKOM
TEOPpUHY NOMYISIIIUOHHON FreHETUKH 3AeCh OrpaHUYe-
HO TEM ¢)aKTOM, YTO r€HOTHUII IIOTOMKOB OIIPEACTIAIOT
00a poauTenist, a UX BBKMUBAEMOCTh — TEHOTUIT MaTe-
pu. B pesynbraTe HapylIalOTCsI COOTHOIIECHUST Xap-
nu—BaitHOepra, CBS3BIBAIOIINE YaCTOTHI aJUIeIeid 1
T€HOTHUIIOB B CMEKHBIX ITOKOJIEHMSIX, YTO IPUBOIUT K
HCO6XO£LI/IMOCTI/I nm1caTtb YypaBHCHUSA 3BOJJIOLUWUU OJIA
4acTOT TeHOTHUITOB, a He ajijiesield, Kak B Kjlaccude-
CKOii Teopuu OTOOpa, M JejaeT SBOJIOLMOHHEIC
YpaBHEHMS KpaitHe CIIOXHBIMU JaXKe B CIIydae OJHO-
POITHOM TTOIMYJISIIIMK 6€3 yJdeTa ee BO3pacTHOM CTPYK-
Typbl [22—24]. BO3MOXHOCTU COXpaHEHUS MOJIU-
Mopdu3Ma MpU TaKOM THUIE OTOOpa B LUKIUYECKU
M3MEHSIOIINXCS YCIIOBUSIX ITOCBSIIIEHO HEMaJIo pa-
00T, IIpM 3TOM LIMKJI OKPYKaIOIeil Cpeabl OOBITHO
cuuTaeTcs paBHBIM 2 [25—27].

B Hacrosmeid padote TipemioxxeHa MoJeab 0Toopa
0 MaTEPMHCKOI IMHNA MpU3HaKa “pa3Mep momera”,
OrPaHUYEHHOTO TI0JIOM, B 3KOJOTUYECKU JIMMUTUPO-
BaHHOM TIOMYJISIUMU C BO3PACTHOI CTPYKTYpOil st
OOBSCHEHUS CYIIECTBYIOIIETO TeHETUUECKOTO pa3-
HOOOpa3us Mo pa3Mepy IoMeTa B pa3IndHbIX (ecTe-
CTBEHHbBIX U MCKYCCTBEHHBIX) TOMYJISILIUSIX TTECIIOB.
ITpoananu3upoBaHa BO3MOXHOCTb MOMAEPXKAHUS
noauMopdrsMa B paMKax KjlacCU4eCKOl TEOPUU U B
cliydyae otbopa 1o MaTepUHCKOM JIMHUMU.

Ha nmaHHBII MOMEHT BOIIPOC O CYIIIECTBOBAaHUU
noauMopdusMa Mo pasMepy IoMeTa B KOHTUHEH-
TaJIbHBIX MTONYJISLMIX MECIOB OCTAETCI OTKPBITHIM,
TaK KaK BO3MOXHO U APYroe OO0bSICHECHUE HATUYUS
ayuiesieii 0OJILIIIOTO ¥ MaJIoTo pa3Mepa roMeTa y pep-
MEpPCKMX TIeclioB. B yacTHOCTH, MoOTJIa MPOU30HTHU
duKcalyst JOMMHAHTHOTO aJljleJisl B KOHTUHEHTAIbHBIX
MONYJIALNIX, M Toraa (hepMePCKUE TIeCLibl YHACIET0BA-
JIA pa3HbIe aJUIEIN OT CBOMX KOHTUHEHTAJTLHBIX U TIPU-
OpeXHBIX ITpeakoB. bonee nmHTEepecHast rMIroTe3a CocTo-
WT B TOM, YTO OHU YHACJIEIOBAIN 00a ajliessi OT KOHTU-
HEHTAJBHBLIX IIeCLIOB, IIpA YCJIIOBHMM, 4YTO CHUCTEMa
cOaTaHCUPOBAHHOTO T€HETHUYECKOTO MOJIUMOpPdU3-
Ma MO pa3Mepy IoMeTa IOOAepKMBallaCh B eCTe-
CTBEHHBIX HOIMyISIIusIX. OMHAKO YCIIOBUE YCTAHOB-
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JIeHUS TToTuMopdr3Ma, KOTOpoe MaeT KiraccuaecKast
MoOJieJIb OTOOpa, SIBJISIETCS KpaliHe CTPOTMM OIpaHU-
YeHWEeM MO0 TUala30oHy mapaMeTpa k, XapaKTepu3yro-
IIETO MPENMYIIECTBO B BEDKMBAEMOCTH MAaJIBIX TTO-
METOB B T'OJIOTHBIE TOJIHI.

MonenupoBaHue, TIpoBeAeHHOE B JaHHOI pabo-
T€, YYUTHIBAIOIIIEEe XapaKTep HacJAeqOBaHUsSI JaHHOTO
MpU3HaKa, a UMEHHO €ro OrpaHUYEHHOCTb TOJIOM,
MO3BOJISIET paCIIMPUTD NTUANa30H 3HaYeHuit k, odec-
TEeYMBaIOIIMX MoJepKaHue nojumopdusma. Kpo-
Me TOTO, M3BECTHO, YTO HaJW4yMe BO3pACTHON WU
CTaIMAHOM CTPYKTYpPbl B TOMYJSLIMU 3HAYUTEIbHO
YBEJIMUYMBAET IIIAHCHI COXPAaHEHUsI TE€HETUYECKOIO
pasHooOpa3us B HecTallMOHapHOIt cpeme [36]. O606-
IIEHUE MOJIeJIM OTOOpa Ha MOIMYJISILIUIO C IByMS CTa-
JIVSIMUA Pa3BUTHUSI TIO3BOJIUIIO YBUIETh, YTO MTOJIUMOP-
¢u3M BO3MOXEH B elle 0ojiee MMUPOKUX T'paHMULIAX
3HaYeHUM paccMmaTpuBaemoro mnapamerpa. Kpome
TOTO, TIOIJEPXKaHUIO TTOJMMOp(dU3Ma B KOHTUHEH-
TaJIbHBIX MOMYJISILIMSAX TTECLIOB JO0JKEeH CITOCOOCTBO-
BaTh MPUTOK F€HOB U3 MPUOPEXKHBIX MOMYJISALUI 3a
cueT murpanuit. TakuMm oOpa3oM, TIPOBEIEHHOE UC-
cllefoBaHue MOKa3aJio, YTO OTOOP IO OTPaHUYEHHO-
MY MOJIOM TIPU3HAKY M HaJIMure BO3pacCTHOM CTPYK-
TYpbl YBEJIMYUBAIOT BO3MOXHOCTb COXPaHEHUS I10-
JuMmopdusMa B MOMYISIUMUA KOHTUHEHTAJbHBIX
MECLIOB.

PaGora BbIlOJIHEHA B paMKax rocynapCTBEHHBIX
3agaHuii MHcTUTyTa aBTOMaTuKM U TIPOLIECCOB
yrpasiaeHus1 IBO PAH, MHcTuTyTa KOMIIIEKCHOTO
aHaimM3a peruoHajabHbIX Ipobiem JIBO PAH, a Tak-
2Ke IIpU YacTU4YHOU uHaHCcoBoIi nonaepxke PODOU
(mpoext 18-04-00073).
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Mathematical Modeling of Selection by Sex-Limited Trait: To the Question
of Maintaining a Polymorphism by Litter Size in Natural Populations of Arctic Foxes
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This paper proposes a model of selection bya sex-limited trait expressing in females. The model has been
modified to describe natural selection by such trait in ecologically limited populations with age structure.
Simulation results are aimed at explaining the existing genetic diversity by litter size in various (natural and
artificial) populations of Arctic foxes (Alopex lagopus). The model assumes the maintenance of polymorphism
in litter size is ensured by the presence of periodic changes in the availability of food for natural populations
of Arctic foxes and significantly depends on a parameter describing the relative advantage in the survival of
individuals from low litters during years with low food supply. The work shows that selection by a sex-limited
trait ensures that polymorphism by litter size is maintained in a wider range of values of this parameter than
selection by a simple trait described by the classical selection model for the case when the individual’s survival
and fecundity are determined only by its own genotype, regardless of sex. The presence of an age or stage struc-
ture in a population is knownto increases significantly the chances of maintaining genetic diversity in a fluctu-
ating environment. A generalization of the proposed selection model for a population with two stages of devel-
opment allows to showa polymorphism is possible within even wider range of the parameter considered.

Keywords: population evolution, natural selection, sex-limited trait, mathematical modeling, polymorphism.
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B TKaHsIX TOJIOBHOrO MO3ra, cejie3eHKH!, cepala U nepudeprudeckoit KpoBu caMiia Mbiiiu duHu BALB/c
BBISIBJIeHa HOBasl KpyITHOMacITabHas aenenyst MutoxoHapuaibHoit JIHK pazmepom 7653 1H.

Karoueenie crosa: MutoxoHnpuanbHas JIHK, nemetnst, MbIIIb.

DOI: 10.31857/S0016675821020028

MutoxonapuanbHas JHK (MTIHK) MiiekonuTa-
IOIIMX — 3TO HeboJblas (0KoJIo 16.6 MH) KoJbLEeBasT
Mosnekyna. OHa KomupyeT OeJIKOBBIC CYOBETMHUIIBI MU -
TOXOHAPUATBHBIX KOMITJIEKCOB, KOTOPbIE Y4aCTBYIOT
B OKUCIIMTENIbHOM (hocopmmpoBanum [1]. Myrtamum
mtAHK, npuBoasiime K HapyIleHUsIM B CUCTEME OKKC-
JuTesibHOTO (hochoprmpoBanus [2], BBI3BIBAIOT IUC-
(YHKIIMIO MUTOXOHIPUIT M MyJIBTUCCTEMHBIE 3a00J1e-
BaHus |3, 4].

BakHbpIM MyTallMOHHBIM COOBITMEM, BO3HMKAalO-
UM B MUTOXOHAPHAJIBHOM T€HOME, SIBJISIETCSI 00pa30-
BaHME TaKNX CTPYKTYPHBIX HapyIIeHU, KaK JeJICIIIN.
Yarrie Bcero 3To KpyImHOMAaCIITaOHbIE (ITPOTSLKEHHBIE)
JeJIelnr, 10 HECKOJIbKMX THICSIY Map HYKJIEOTUIOB,
OPUBOIMIIINE K yTpaTe HEKOTOPHIX T€HOB [5].

MHoxecTBeHHBIE nenenuu (MojeKyiasl MTIHK ¢
JIeJICLISIMU Pa3HOTO pa3Mepa) 4aCcToO IIPOUCXOIST U3~
3a MyTallUii B SIIEPHBIX TeHAX, KOTOPbIe HEOOXOAMBbI
TSI TIPAaBMJIBHOM perIMKAMU W/WIN TTOIaePXKaHWSI
MUTOXOHApHAILHOTO reHoMa. OHU BCTPEYaloTCs B CO-
MaTUYECKMX KJIETKaXx W BO3HUKAIOT B TE€UCHUE KU3HU
nHAvBKAA. Takye MyTalli HacJIeIyIoTCsI IO MEHIeIe-
eBcKoMy Ty [6, 7]. OOMHOYHBIE JeeLM BO3SHUKAIOT
ciiydaitHo Bo BpeMsl peruikauyu MTIIHK B oonute
VI Ha paHHUX CTaAUsIX SMOPUOHAIBLHOIO Pa3BUTUS
[7]. OHu mouyTH HUKOTIAa He HacaeaytoTes [8].

TouHblii MexaHu3M o0o0pa3oBaHUS  JCJICUIA
MTIHK HeusBecteH. Hanbosiee odbcykaaeMbIMU SIB-
JISIIOTCSI MoJies (DOPMUPOBAHUS Aeelluii B Mpoliec-
ce perumikanuu [9, 10] uamu B mpoiecce pernapanuu
JIBYXLIEMMOYEYHBIX pa3pbiBOB [11]. B Mmomenu peruiu-
KalluM C MIpocKajb3biBaHueM Lienu (slipped-strand
replication model) mpeamonaraeTcsi, YTO pa3pbiB B
CMEILIEHHOW OMHOLIETIOYEYHO MATPUYHOM TSKEIOMN
Herny Mexay 3' ¥ 5' IpsIMbIMU IIOBTOPaMM MOXKET CITO-
COOCTBOBATh OTXKUTY 3' IIPSIMOIO MOBTOPA 3TOM LIEMNHU C
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TOMOJIOTUYHBIM 5' TIPSIMBIM TIOBTOPOM Ha MaTPUYHOI
Jerkoii nenu. Pemukanuys, HayaBImasicsl Ha y4acTKe
HavaJia peIuIMKanuy JIETKOM ey IpuBeAeT K o0pa-
30BaHUIO ToYepHEN MoJeKybl ¢ nenenmeii [12]. Co-
1acHo BTopoii Mmonaenu, neiaeunu MTIHK sBisioTcs
pe3yabTaTOM IIpoliecca pelrapalii IBYyX1EITOYeYHBIX
pa3pbIBOB. 3' — 5' 3K30HYKJIea3Hass aKTUBHOCTb MU-
ToxoHapuaapbHoi JHK-momiMepassl mpuBoIuT K
oOpa3oBaHUIO omgHOIEIoYeuHbIX yyacTkoB JJHK B
00JTacTU ABYXLIETTOYEHBIX Pa3pPbIBOB. DTU OTHOILIETIO-
yeuyHbIe y9acTKU (¢ 5' 1 3' MOBTOpaMM) MOTYT OTXKM-
raTbCsl ¢ MUKPOTOMOJIOTMYHBIMHU MOCJIET0BATEIBHO-
CTSIMM, Hampumep, roBTropamu. Ilocie penapanuu,
JIMTUPOBAHUSI U Aerpagalliy OJHOLETOYEYHbIX HU-
Teil GopMUPYETCSI MUTOXOAPUATILHBIN T€HOM C JIeJie-
mueii [11]. B HenaBHeM MccliefoBaHUM ObLIM IIPEIJIO-
XKEHBI 2KCIEePUMEHTAIbHBIE M0Ka3aTeJIbCTBAa TOTO,
YTO B ITpolecc oopazoBanus nejeunii MT/JIHK BKITIO-
YyeHa peKOMOMHAIUS MO0 MEXaHU3MY BbIOOpa KOTIUU
(copy-choice recombination model) [13]. B manHoi1
MOMEIN AeIeIIN 00pa3yIoTCs BO BpeMsI CUHTE3a JIeT -
koit nenu MTAAHK, Korma MaTpuyHasi TsoKenas Lelb
SIBSIETCSl OfHOlIernmoYyeuHoi. IToBTOphI Ha TSKeaoi
LIEMA MOTYT OBITh MPUOIUKEHBI APYT K APYTY U3-3a
00pa30BaHUSI BTOPUIHBIX CTPYKTYP, YTO MOXKET BbI-
3BaTh MPUOCTAHOBKY PEIUIMKAlIMU U IUCCOLMAIINIO
JHK-tnonumepasbl oT MaTpuuHOM 1ienu. Eciau auc-
colManus Mpou30HaeT BO BpeMsl CUHTe3a (IIepBOro)
MMOBTOpa, 3'-KOHEI pacTylleil Lenmu W HoJuMepasa
MOTYT B3aMMOJIEACTBOBATh C YYaCTKOM MAaTPUIHOM
enu, coaepxaiieil roMoJorTudHbIi nmoBTop. Korma
cunte3 [IHK Bo306HOBISIETCS, TTPOMEXYTOUHAsI TTO-
clleloBaTeIbHOCTh yaalisiercsl. JleTalbHblii aHaIu3
Moneneit oopazoBanus geneunii MTJAHK mpencras-
JIEH B 0030pHBIX paborax [12, 14].
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a Cepaie 1 KpOBb

0

Cene3eHka

Mosr

ATAATAGACGAAATCAACAAC CCATATTAAACCCGAATGATATTTCCTA

sequence A

8 7290

14944

tcaacaACCC[Cgtattaacc...aacACCCCACCCC]atattaaacccgaatga
Henenys 7653 nH

2
NCBI Reference sequence: NC_005089.1

7261 tctatatata atagacgaaa tcaacaaccc cgtattaacc gttaaaacca tagggcacca

14921 taatccacta aacaccccac cccatattaa acccgaatga tatttcctat ttgcatacgce

Puc. 1. deneunss MtAHK 7653 niH. a — snekrpodoperpammsbl rpoayktos ITLP o6pasiios MTJIHK 13 KJIETOK rOJI0BHOIO MO3ra,
CeJIe3eHKH, cepia u repudeprdeckoil Kposu. JlomomHurtenpHbIi dparmedT = 1300 mH (2); Hapsay ¢ monHopa3MepHbiM 8999 1H (1)
yKasbIBaeT, 9To yacth Kormmit MTIAHK comepxur nenermio. Mapkepsl: A DNA/EcoRI + HindIII u 50 bp DNA Ladder (Fer-
mentas, Thermo Fisher Scientific, Jlutsa). 6 — ¢parmeHT xpomaTorpammel nipoaykTa TP ~1300 nH u3 obpasuoB MTIHK
KiIeTok cepaua. st paGoThl ¢ HYKJICOTUIHOM ITOCIEHOBATEIBHOCTBIO HcIojb3oBajack mporpamma Unipro UGENE
(http://ugene.net/ru) [21]. 6 — ToKaymM3alMs1 TOYEK Pa3phbIBOB ACJICIIMU U TTOBTOPSIIOLIMECS TTOCIEA0BATEIbHOCTH ( BBIIEIEHBI
SKMPHBIM 1IPpUGTOM U IIPONMUCHBIMU OyKBaMm). ¢ — yparMeHThI rocienosarenbHocTd MTAHK Mus musculus (NC_005089.1).

B manHoif paboTe onvcaHa HOBasi OMMHOYHAS Ae-
Jenuss B MutoxoHapuaibHo JITHK Mblm nuHumM
BALB/c. Ona Obuta oOHapyxXeHa CiaydaiiHO, IIpu
nondope nap mpaiiMepoB.

B pabote ncnonp3oBanmch oopasirsl oomreit JHK,
paHee HCIOJb30BaHHBIE B padore [15]. OHu ObUIU
MOJly4eHbl M3 TKaHEM TOJIOBHOro Mo3ra (IT0oJIy-
Imapus), ceJIe3eHKM, ceplia U KJIETOK nepudepude-
CKOIl KpPOBM JBYXMECSIYHOTO caMlia MBIIIU JUHUU
BALB/c (IUTOMHMK 3KCHEpUMEHTAIbLHBIX KUBOT-
HbIX Puymmana MHcTUTYTa GMOOpPraHNM4YeCcKO XMMUU

PAH, IlyumHo). 2KUBOTHOE BXOIMWJIO B KOHTPOJb-
Hyto rpynny. JIHK Bbeigensiiiack cTaHAapTHBIM METO-
JIOM C MCTIOJIb30BaHUEM (peHoa U XJaopodopMa, Xpa-
HUIach o cnuptoM mpu —20°C, mepen uCIoib30-
BaHMeM pacTBopsiiack B TE-O0ydepe (10 MM tpuc-
HCI, 1 MM Na,EDTA, pH 8.0).

®dparMeHT MUTOXOHAPUAILHOTO TeHoMa 8999 mH
aMIUIM(ULMPOBAJICS ¢ KOMOMHaLueil mpaiimepoB F
5'-CTT GGT CTA CAA GAC GCC ACA-3’u R 5'-
TAG GTG ATT GGG TTT TGC GGA CTA-3'.
T’EHETUKA Ne 2
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HOBAA OEJTELWA mtIHK MBI IMHUN BALB/c

Cunrte3 mpaiimepoB O0bl1 TTpon3BedeH OO0 “CuH-
ton” (Poccust). Peakiusi aMruimcpuKalium cocTosiia
13 30 HUKIIOB ¥ IPOBOAMIACH B YCJIIOBUSIX: AeHATYypa-
s npu 94°C B teyenue 30 ¢, OTKUT 1M 3JIOHTALIMS
npu 68°C 8 mun. IlpeaBapureipHas IeHATypaLys
npu 94°C — 4 MuH, 3aBepliamIuii cuHTe3 — 10 MUH
npu 72°C.

Peaximmonnast cmech ITLHP (06mmmit oobem 25 MKIT)
cogepxana: 75 mM Ttpuc-HCIl, pH 8.8, 20 MM
(NH,),SO,, 2.5 MM MgCl,, 200 MkM kaxnoro
dNTP, 250 uM kaxnmoro mnpaitmepa, 0.01%-Hb1i1 TBUH
20, 100 ur odmeit JHK u 0.5 equHUIIBI cyMMapHOii
cmecu nonmMmepa3 Taqg-Pfu (Fermentas, Thermo
Fisher Scientific, JIutBa) B cooTHomeHuu 16 : 1.
IIponykTel aMIuIMUKaALMU Pa3geiasiiid  IJIeKTPodo-
pe3oM B 1%-M arapo3HOM Tejie ¢ OPOMICTBIM STUINEM
(0.5 mr/m). ITonocku renst ¢ IHK ounimanuce ¢ mo-
Mmomipio Habopa QIAquick Gel Extraction Kit
(QIAGEN, CIIA). CekBeHUpOBaHMUE ObLIO BBIITOJI-
HeHo OO0 “Cunron” (Poccms).

Ilpu amrumapukanum parmMeHTa MUTOXOHIPU-
aJibHOTro reHoMa pasmepoM 8999 nmH Ha obpazue JJTHK
M3 KJIETOK TOJIOBHOTO MO3Ta MBI MOMUMO (par-
MEHTa OXMIAaeMOM IIMHBI ObUI TTOJIYYEeH MOITOJIHU-
TeabHbI parmeHT =1300 1H. Takoit e HOMOJTHU-
TeJIbHBINA (PparMeHT aMIUIM(pUIIIPOBAICSI Ha 00pa3liax
JAHK u3 kneTok cepalia, ceae3eHKU U nepudepude-
cKoii kpoBu (puc. 1,a).

[Ipsimoe cexBeHMpoOBaHME 3TOrO (PparMeHTa IO-
Ka3ajao, YTO OH SIBJISETCS CJIENCTBHUEM ASICINU pa3-
MepoM 7653 nH (yaajeHa HyKJIeOTUIHAS TTOCIea0Ba-
TeJILHOCTB C mojioxeHus 7291 no nonoxeHue 14943)
(puc. 1,6 u 6). Kak u OOJBIIMHCTBO KPYIHOMAC-
mTadbHeix genenuii MTJHK, oOHapyxkeHHas nese-
[IM51 HAXOOUTCS MEXIY y4acTKaMU Havalia perjinkKa-
LMY JIETKOM M TsoKesoi uenei [16] u mpuBOIUT K
yTpate reHoB: mt-Co2, mt-Co3, mt-Atp8, mt-Atp6, mt-
Nd3, mt-Nd4l, mt-Nd4, mt-Nd5, mt-Nd6, ceMu TeHOB
TPHK 1 yactuuno m¢-Cyth, KOTOpble UMEIOT peliaio-
11ee 3HaUYeHUE IS HOPMaJIbHOTO (DYHKLIMOHUPOBAHUS
CHCTEMBI OKHCIIUTEIHLHOTO (hochOpIINPOBAaHUSI.

Psnom ¢ Toukamu pa3pbIBOB pacmojoXeH Mpsi-
moit moBTop ACCCC. Tlpu obOpa3oBaHUM JeICIINU
MOBTOP Ha 5'-KOHIIE COXpaHsIeTCsl, a Ha 3'-KOHILIe Te-
psieTcsl BMeCTe C IPOMEXYTOUHOM TocienoBaTelib-
HocThlo (puc. 1,6). Hannuue mpsiMoro moBTopa I103-
BOJISIET OTHECTH nenenuto K [ kimacey [17].

ITo MmHeHMIO aBTOPOB paboTHI [ 18] pacmpeneiaecHue
TOUYEK pa3pbiBa AEJELIM B MUTOXOHJIPUATBHOM Te-
HOME MJIEKOMUTAIOIIMX He ciaydaiiHoe. [Ipenmyie-
CTBEHHO OHM COCPENOTOYE€Hbl BHYTPU WU BOJU3U
obomacteit MTAHK, comepkammx mpsiMble TTOBTOPHI
WIA CIOCOOHBIX K 0Opa3oBaHUI0O HEKAHOHWYECKUX
CTpyKTyp (Iumuiek, KpectoB) [16] mmm G-kBan-
pymuiekcoB [19]. Takue o01acT MUTOXOHAPUATIBHO-
ro reHoMa paccMaTpUBalOTCsS KaK PErruoHbl, Oosee
MOABEPXXEHHbIC Pa3pylIEHUI0 MEXaHUYEeCKUM WU
XUMHUUYECKHUM CTPECCOM U OoJiee ysI3BUMbIE JIJISI BO3-
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JIeCTBUSI aKTUBHBIX (POPM KUCIIOPOIA U CBOOOIHBIX
paaukaios [16].

C nmomoisio pecypca nBMST [20] Ob11 BBITIOTHEH
aHaJIM3 HYKJICOTUAHBIX I1OCIIEIOBATEIbHOCTE psi-
JIOM C TOYKaMHU Pa3phbIiBOB Aeaelu 7653 mH IS mo-
MCKa YYaCTKOB, CITOCOOHBIX K 00pa30BaHUIO HEKAHO-
HUYECKUX CTPYKTYp. B mpenenax 40 mH Takux ydacTt-
KOB BBISIBIEHO He ObLIO.

ITocKoNIbKY TOUKM pa3phiBa AeACLIMA HE HAlIeHbI
HU B 0aze MitoBreak (http://mitobreak.portu-
gene.com) [18], HM B KaKMX-JIMOO ITyOJIUKALIUSIX
PubMed, MOXHO 3aKJTIOYUTh, YTO BBISIBJIEHA HOBAasI
KpyrmHoMaciuTabHas genenus Mt HK mprim pasme-
poM 7653 mH.

PaboTa yacTuuHO BBEIIIOJIHEHA Ha 0a3e JjabopaTo-
pUM paaualMOHHOM MoJeKyJsipHOI 6uosoruu UTHH
PAH wn aBTOp BBIpakaeT 01aroJapHOCTb COTPYIHUKAM
JTaHHOM naboparopun. PaboTta BBITIOIHEHA B paMKax
rocynapcTBeHHOro 3anaHust Ne 075-00845-20-00.

Bce nnpuMeHnMEIe MexXKIyHapOAHbIE, HALIMOHAIb-
HBIE U/VIJIN UHCTUTYLUOHAIbHbIE TIPUHIIUITEI YXOOa
¥ UCIIOJIb30BAaHUS XXUBOTHBIX OBLIIN COOIIONEHBI.

ABTODHI 3aBIISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TEepPECOB.
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A New Deletion of Mitochondrial DNA of a BALB/c mouse
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A large deletion of mitochondrial DNA 7653 bp long has been identified in tissues of the brain, the spleen,
the heart and peripheral blood of a BALB/c male mouse.
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