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Pa3Ho0Opasne TpUXoM B paCTUTEIBHOM MUPE UYPE3BBIYANHO BEJIMKO: 3TO OIYyIIECHUE JIUCTOBBIX IUIACTUH U
KOJIOCKOBBIX UEIIIYii Y 3J1aKOB, TIJIOIOB U YEPEIIKOB Y IUIOJOBBIX, TPMXOMBI B BUIE KOJIIOYEK Y PO3bI U OTYpP-
112, B BUJIE BOPCMHOK Y POCSIHKU WJIM BOJIOKOH Yy XJIOMMYaTHUKA. TpuxoMbl pa3andaiorcsd 1o popme, pasMe-
DY, CTPYKTYp€, MECTOITOJIOXKEHUIO, CIIOCOOHOCTU CEKPETUPOBATh U T.1. Pa3HOOOpa3HbIe TPUXOMBI OObeA -
HSIET 0011[ast OCHOBHAsI (PYHKILIMS — 3allUTa PACTEHUIA OT BO3IECTBUS Pa3IUUHBIX OMOTUYECKUX U aOUO-
TUYECKUX (PaKTOpPOB OKpyxXkamwleil cpenbl. MCKycCTBEeHHBIII OTOOpP MHOrAa paboTaeT MPOTUB Pa3BUTHUS
TpuxoM. Hampumep, B celeKLIMK IJIOAOBBIX OTOAETCS MPEAIIOYTEHUE TOI0IIOAHBIM (hopMam. Cpenu nu-
KOpAaCTYILIUX BUAOB TaKXe BCTpedaroTcs: (GOPMbI, KOHTPACTHBIC MO HAJIUYMIO/OTCYTCTBUIO TpUXOM. B Ha-
cTogleM 00630pe MPOBEAECHO CpaBHEHME MEXaHU3MOB 00pa30BaHUSI TPUXOM Yy Pa3HBIX BUIOB, UTOOBI O-
HSITh, HACKOJIBKO IIIUPOKO B IpeliesiaX TAKCOHOB Pa3HOIO YPOBHS IMPOCTUPAIOTCS TOMOJIOTUYECKIUE PSIIbI B
HACJIEACTBEHHOM M3MeHUYMBOCTU. OOOOIIEHBI JaHHBIE 110 MOP(MOJIOTUN TPUXOM, IIPOBENEHO CpaBHEHUE
IIAaHHBIX O FeHaX, OMpPeIesIIOIINX U3MEHYUBOCTh, BBISBJIEHBI PSIAbl TeHOB-0pToI0TroB. ComnocTraBjieHue ¢
IaHHBIMUM O TEHHBIX CETSIX, BOBJIEYEHHBIX B Pa3BUTHE TPUXOM, YKA3bIBAET HA TO, UTO, HECMOTpPSI Ha OOIII-
HOCTb MOJIEKYJISPHBIX MEXaHU3MOB Pa3BUTHSI TPUXOM Yy BCEX BBICIIMX PACTEHUI, POJIb B U3MEHUYMBOCTH,

HabJIrogaeMoin Y pa3HbIX TAKCOHOB, UI'parOT MyTall pa3HbIX KOMIIOHCHT 3TOI F€HHOI CEeTU.
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B nipoiiecce aBosIOLIMY B CBSI3U C TMHAMMWYECKU -
MU U3MEHEHUSIMU YCJIOBUM OKpYXKalolleil cpeabl
pa3IM4YHbIE BUIBI pACTEHUM IPUOOPETAIOT U3MEHYM -
BOCTb IT0 (PM3MOJOTUYECKUM M MOP(OIOTHISCKUM
MpU3HaAKaM, 4YTO CIOCOOCTBYET OOJbIIEH TMIacTU4-
HOCTHU BUIIOB, ITO3BOJISIIONICH UM IIpUCIIOCAa0IMBaTh-
Ccd B LIMPOKOM AMana3oHe M3MEHEHMWI OKpyXKarollei
cpenbl. K omHOMY 13 BaXKHBIX MOP(OIOTUYECKUX MPU-
3HAKOB, U3BMEHUYMBOCTH KOTOPOTO IIMPOKO MPEICTaBIIC-
Ha B pPa3HBIX TAKCOHAX BBICIIIMX PACTEHUI, OTHOCUTCS
HaJIM4We WM OTCYTCTBUE TPUXOM, X CTPOSHUE U BbI-
noJiHsseMble pyHKimr. MopMupoBaHe TPUXOM SIBJISI-
€TCsI CJIOKHBIM IIPOLIECCOM, ITPOMCXOISIINM B D1~
JIepMUCe BEreTaTUBHBIX U T€HEPaTUBHBIX OPraHOB,
KOTODHKIN IToapa3aeisieTcss Ha HeCKOJIbKo ¢a3: ¢asza
nHUIUanuu, ¢asza auddepeHINAIM U pa3BUTHSI
TpuxoM. [Ipu3Haku, cBsI3aHHbIEC C HATMYMEM WU OT-
CYTCTBHEM OITyIIeHUsI TOM WM MHOM YacTU pacTe-
HUSI, HEPEIKO MCIIOJIB3YIOTCS IJIsI OIIPEeAeICHMS TaK-
COHOMUWYECKON MPUHAIJIEKHOCTU W JUISI ONMMCAHUS
COpTOB Ipu ux opunuaabHoit peructpaunu (https://
www.upov.int/test_guidelines/en/list.jsp). Xapakrtep

HacJeqOoBaHUSI ONYIIEHMs XOPOIIIO U3Y4YeH Y XO3sii-
CTBEHHO 3HAUYMMBbIX BUIOB pacTeHUIi ellle B Hayaje
XX B. [1-5], moka3aHO ClIeIUIEHUE C APYTUMU MOpP-
doiormueckuMu IpusHakamu [6, 7]. Bek cniycTs j1o-
KYyCbl, KOHTPOJIMPYIOILLIME HATUYMe/OTCYTCTBUE TPU-
XOM, ObUIM KapTUPOBAHbI IIPU IIOMOIIY MOJIEKYISP-
HBIX MapkepoB [8—11]. K HacTos1ieMy BpeMeHHM Ha
MOJIEKYJISIPHOM YPOBHE XOPOIIO H3y4eHbl T€HHBIE
CETU, PEeryJIMpyIolINe pa3BUTHUE TPUXOM Y MOMACIIb-
HBIX 00BEKTOB OOTHOAOJAbHBIX (Oriza sativa L.) u nBy-
IoJbHBIX (Arabidopsis thaliana (L.) Heynh.) pacte-
Huii [12]. C momoibio in silico aHaan3a TeHHBIX Ce-
Tel, YyJacTBYIOIIMX B pa3BUTUM TpuxoM Oojiee 30
BUIOB BBICIIMX PACTCHUI, YCTAHOBJIEHO, YTO YUCJIO
T€HOB B OPTOJIOTMYECKIUX I'PYMIIAX Y BBICIINX PACTCHUIA,
BapbupyeT ot 79 'y Lotus japonicus (Regel) K. Larsen mo
303 y Malus domestica Borkh. [12]. OnHako B3aumo-
CBSI3b OTUX UASHTU(MUIMPOBAHHBIX 110 T'OMOJIOTUU
HYKJICOTMIHBIX TTOCJIEA0BATEILHOCTE! Y pa3HbIX BU-
JIOB MOKa HE COTOCTaBJIeHa ¢ psinaMu (heHOTUIIYe-
CKOI MU3MEHYMBOCTH, UTO SIBJISICTCSI KPUTUIHEIM JIJIST
OIpeaesIeHUsI CeJIeKIIMOHHO 3HAaUYMMBbIX TeHOB. Co-
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MOCTABJIEHUE PSIIOB T'OMOJIOTMYECKON W3MEHYMBO-
CTH Ha ypoBHe ¢eHO- U TeHOTHIIa, TIOHMMaHue, Ha-
CKOJIBKO IIMPOKO B Mpeaesiax TaKCOHOB pPa3HOTO
YPOBHS IPOCTUPAIOTCS 3TU TOMOJIOTUYECKUE PSIIBI —
dyHIaMeHTaIbHAsE OCHOBA JJI1 YCKOPEHHOTO CO31a-
HUSI CEJIEKIIMOHHBIX (hOpPM, agallTUPOBAHHBIX K He-
GJIAarOIIPUSATHBIM YCIIOBUSIM OKpY:Kalleil cpenbl
W/UIA UMEIOLINX TpeOyeMblii TOBapHBIi BuI. B Ha-
cTosIIeM 0030pe paccMaTpUBAETCS ITPOUCXOXKICHIE
TPUXOM U IIPUBOJIUTCS CpaBHEHUE TEHETUUECKUX ME-
XaHU3MOB Pa3HOOOPA3HOIO IPOSBIACHUS TaHHOIO
(GEHOTUITMYECKOrO IIpU3HAKa Yy (QUIOreHETUYECKU
yIaJleHHbIX TAKCOHOB.

MOP®OJOI'MA U ®YHKUIHWHW TPUXOM

TpuxoMbl (BOJIOCKM) — CIIEAAJIM3UPOBAHHEIC
BBIPOCTHI KJIETOK MOBEPXHOCTHOTO CJIOSI SMUAESPMU-
ca, pacIoJI0XeHHbIE B HA3¢eMHBIX 1 MOA3EMHBIX Ya-
cTsax pactenuii [ 13, 14]. TpuxoMbl Ype3BBIYATHO pa3-
HOOOpa3HbI 10 CBOeil (opMe, pacmooXkeHUIO0 Ha
pacTeHNH, BBHIIIOJHSIEMBIM (DYHKILIMSIM, pa3MepaM U
crpykrype (puc. 1). Kaxnas u3 aTux ocodeHHOCTe
TPUXOMBI SIBJISIETCSI BaXXHBIM TaKCOHOMMYECKUM
MIPU3HAKOM U UISI HEKOTOPBIX KYJIbTYp O0yCIOBIMBA-
€T CEJICKIIMOHHYIO 3HAYMMOCTb. VI3BECTHHI Ba OC-
HOBHBIX THIA TPUXOM: HEXeJIe3UcThle (IPOCThie) U
xkenesuctoie [15, 16]. OcHOBHasI (YHKUMS HeXele-
3UCTBIX TPUXOM — 3alllUTa PACTEHUS OT BO3IEHCTBUSI
pa3INYHbIX OMOTUYECKUX M aOMOTUUYECKUX (PakKTo-
POB OKpyXKaroleil cpebl. TpHUXOMBI 3aIIIUIIAIOT Pac-
TEHUS OT HACEeKOMBIX M Bpeamutenent [17, 18], n30bI-
TOYHOTIO YyJIbTpaduoaeTOBOro usiydeHus [19], dop-
MUPYIOT MUKPOKJIMMAT U 3alIAIIAIOT PACTEHUE OT
TeperaioB TeMIlepaTyphl OKpyxKarolieit cpennl [20,
21]. TpuxoMBbI SIBJISTIOTCSI MECTaMM J€TOKCUKAMU [22,
23] 1 UCONB3YIOTCS PACTEHUEM JIJIsI BHIBEASHUS M3-
OBITKOB TSIKEJTbIX MeTaIToB [24]. Hexkene3ncrtoie Tpu-
XOMBI SIBJISIFOTCSI HECEKPETUPYIOIIMMU U MOTYT OBITh
KaK OJHOKJIETOYHBIMM, TaK M MHOTOKJIETOYHBIMMU.
Hanpumep, ionsl kuBu (Actinidia deliciosa (A. Chev.)
C.F. Liang & A.R. Ferguson) MoKpbIThHI IByMS TUTIa-
MU TPUXOM: KPYIHBIMM MHOTOSIDYCHBIMHM BOJIOCKA-
MU M MaJI€HbKMMM OJTHOKJIECTOUYHBIMM BOJIOCKAMM.
KpyrHble TpUXOMBI pa3iMyarTCsl y pa3HbIX BUIOB
KMBU I10 paCHOJIOXEHUIO KJIeTOK [25]. J1is1 KyJIbTyp-
HBIX COPTOB XapaKTEePHO pa3jIndue TPUXOM II0 pas3-
Mepy M KOJUUYECTBY cIoeB KjaeTok. KpoMe Toro, de-
HOTHUII MOXKET MEHSITBCSI B IIPOLIECCE OHTOIEeHE3a.
Taxk, y ogHOTO M3 mpencraBuTelieil pona Actinidia —
A. arguta (Siebold & Zucc.) Planch. ex Miq. mtoabt
MMEIOT TPUXOMBI TOJBKO B 3apOIBIIIEBOM COCTOSI-
HUU, TI0 ME€PEe CO3peBaHMs IUIONA TPUXOMBI MCUYe3a-
10T. Tpuxomsbl 3pejioro 1iona A. deliciosa onpeBecHe-
BaroT [25]. OMHOKJIETOYHBIE TPUXOMEI BCTPEYaIOTCSI
Ha IUToaX XJIOIMYaTHUKA 1 MIEPCUKa, JTUCThSIX apadbu-
norcuca (A. thaliana), y npencraButelieii ponoB Ribes L.
(cMoponuHhbl), Fragaria L. (3eMJISSHUKM), & MHOTO-
KJIETOYHbIE — Yy IJIOAOB KMBHU. Y HEKOTOPBIX BUIOB
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pacTeHui, TakKuX KakK CMOPOAMHA, KUBU U Apyrue
TJIOJOBO-SITOMHBIE KYJABTYpbl, MOTYT BCTpPEYaThCs
pas3IUYHbIE TUITbI TPUXOM Ha OJTHOM OpraHe: Kpolo-
1LI1E, XKeJIE3UCThIE, TIPOCThIe (MTroabYaThle U XKIYyTHU-
KOOOpa3Hbl€) M MHOTOKJIETOYHBbIE (II€JIbTaTHBIC)
[18]. ¥ pacTteHuii pona Ribes IpocTbie TPUXOMBI pac-
MoJiaraloTcsl TOJbKO Ha abakCcuajbHOM MOBEPXHOCTHU
BIIOJIb XKWJIOK [26, 27]. ¥ nipeacraBureneii pona Rosa-
ceae Juss. (s10JI0HSI, MylIMYyJia, Ipylia U T.JA.) TPUXO-
Mbl MOTYT pacroJjaraTbCsl Ha JIMCTOBOW ILIaCTHUHE,
BIIOJIb XKMJIOK, HA YepellKax, [BETOHOXKAaX, Ha IJIO-
nax [28, 29]. Tpuxombl MJIOAOBBIX PACTEHU MOTYT
KOJIMYECTBEHHO BUJIOU3MEHSITHCS B IPOIIeCcCe pa3Br-
s pactreHusi. Hanpumep, Ha paHHel cTaaquu pa3Bu-
TUSI OKOJIOIIOAHMKA MAJIMHBI TIPOCTbIE TPUXOMBbI
MSICUCTBIE Y MIPUHAJJIEXAT K UTOJIbYaTOMY TUITY, TO-
rlla KaK Ha cpeiHeli cTaiuu pa3BUTUSI OKOJIOTIJIOAHU -
Ka MaJIMHbl TPUXOMBI XapaKTEePU3YIOTCS YIJIMHEHU -
€M KJIETOK, TOHKOU BEPIIMHON U TOHKMM OCHOBaHU-
eM. DTO KaTeropusi MpOCThIX HEXEJIE3UCTBIX TPUXOM,
THUIT — XKTyTUK0o0Opa3HbIii [30]. Y 0o1HOIOIBbHBIX pac-
TEHUI 10 OOJIblIIEH YaCTU OMPEAETSIOTCS HEXENe31-
CTbl€ TPUXOMBI, KOTOPBIE pacrnojaraloTcsi Ha Berera-
TUBHBIX (CTe0eb, TUCTbs) U TEHEPATUBHBIX (KOJIOC-
KOBBIE YellIyn) YacTsx pacteHuii [31—36].

B otmimume oT mpoCThIX BOJIOCKOB XKEJIE3UCTHIE
TPUXOMBI SIBJISIIOTCSI TOJBKO MHOTOKJIETOYHBIMU U
MOTYT 3HAYUTEJIBHO pa3IndaThCs IO CBOEMY CTpOe-
HUIO WIM I10 CEKPETOPHBIM BelllecTBaM. 2KeJie31ucThie
TPUXOMBI WMEIOT pa3JIMYHbIE BapuUaHThl 0a30BOM
CTPYKTYPHI, KOTOpPHBIE BKJIIOYAIOT B ce0s1 CIIeMyIolne
KOMIIOHEHTBI: TEPMUHAIbHASI CEKPETOPHAsI TOJIOBKA
C OMHOM WJIM HECKOJIbKMMU CEKPETOPHBIMM KJIETKA-
MU; cTeOelIeK 13 OJHOM N HECKOJIBKUX KJIETOK; OC-
HOBaHUE OT OMHOI 10 HECKOJIbKMX KJIETOK; a MHOTIA
U LIEHbIE KJIETKU MEXIY CEKPETOPHOI TOJIOBKOI U
crebenbkoM [15, 16]. XKenesauctele TPUXOMBI TIpe-
VMYILIECTBEHHO BBIIIOJHSIOT BBIICIUTEIbHYIO U 3a-
IIUTHYIO (DYHKIUU Oiarogapsi OMHOM WU HECKOJb-
KM CEKPETOPHBIM KJIETKaM, PaCIIOJIOXKEHHBIM Ha KOH-
e OOHO- WM MHOTIoKjJeTouyHoro crteons [13]. Onm
HaKaruIMBaroT OOJIbIIOE KOJIMYECTBO BTOPUYHBIX METa-
0OJINTOB, YYaCTBYIOIIMX B 3allIUTE PACTeHUs OT IaTo-
TeHHBIX MUKpoopraHm3MoB [37, 38], a Takke mpuBie-
KaloT HaceKOoMbIX-omnbliuteseit [16, 39, 40]. XKenesu-
CTBIE TPUXOMBI SIBJISIIOTCSI ICTOYHUKOM IPOMBIIILICHHO
BaxKHBIX MHTPEIMEHTOB — apOMaTU3aTOPOB U (papma-
LeBTUYecKux npenapartoB [40]. ZKene3ucTtbie TpUXo-
MBI OoJiee XapaKTepHbI IS ABYAOJIbHBIX PACTCHUIA,
HO BCTPEYAIOTCS 1 Y OMHOIOJbHBIX, HAIPUMEDP Y COP-
Ta puca Tnl ObLIM OMMCaHBI MEJIKWE KEJIE3UCThIE
TPUXOMBI, BCTpedalolirecss BOKpyr ycrbull [41]. He-
KOTOpBIE€ ABYIOJIbHBIE PACTECHUSI HapsIOy C KeJle3U-
CTBIMU TPUXOMaMU MMEIOT U MpocThlie TpuxoMbl. Ha
JIMCTOBHIX IUIACTUHKAX TOMAaTa OTMeYaeTCsl HaIM4due
XKENE3UCThIX 1M HEXEJIEe3UCThIX TpUxoM. Y Tomara
OMKCAaHO BOCEMb BUIOB TPUXOM, CPEIN KOTOPHIX Ue-
Thipe Xeae3ucThix: Tyl I, Tum IV, Tun VI u tun VII.
Kemesucrtoie TpuxoMsl ThMIA VI SBIsTIOTCST Hamboiee
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Puc. 1. Tunst TPUXOM: a, 6 — IIPOCTbIE MHOI'OKJIETOYHBIC 6— TPOCTBIE ONHOKJIETOYHBIC; ¢ — XKEJIC3UCTBIC, J— HPOCTBIC 3BE3-

yaTtble (IUT. 110 [14]).

pacnpoCcTpaHEeHHBIMM U CEKPETUPYIOT B OCHOBHOM
TepneHouabl, Torga Kaxk T I u tum IV yyacTByloT B
omocmHTe3e amIoBoro caxapa [42]. TpuxoMsl THITa
VII uMeoT OgHOKJIETOUYHbIN cTeOeb U MHOIOKJIe-
TOYHYIO SITOJ000pa3HYyIO TOJIOBKY U, II0-BUINMOMY,
HE YYacTBYIOT B OMOCHMHTE3¢ BTOPMYHBLIX METa0OJIM-
toB. Tum VI BcTpeuaeTcst mouTH y Bcex BUIOB Solana-
ceae [43]. OnHUM U3 BUAOM3MEHEHUI TPUXOM SIBJISI-
FOTCSI, HAIIPUMEP, KOIIOUKM Y MaJIMHBI 1 pO3bI (Rubus,
Rosa), koTopble MPencTaBIsIOT co00i MoIUMUITIPO-
BaHHBIC KEJIC3UCThIC TPUXOMbI, TIPONOJDKUBIIIE CBOM
POCT 1 B KOHEYHOM UTOI'€ U3MEHUMBIIINECS 10 X OKOH-
yaTeJIbHOTO MOP(MOJIOrMYeCcKOoro Buaa — KOJIOUeK, BbI-
pPOCTOB 3nuaepMalbHOM TKaHu [44, 45].

Takum oOpa3oM, KaK Y OJHOIOJBHBLIX, TaK U Y
JIBYIOJILHBIX PACTEHMI OBLIM OOHAPYKEeHBI MOPGOJIO-
TMYECKU CXOIHbIE THUIIBI TPUXOM: IIPOCThIE U XKeJIe31-
CThIE, ITOKPHIBAIOIIIE BEereTaTUBHBIC M/WJIN TeHepa-
TUBHBIE OPraHbl PACTCHMI 11 BHIIIOIHSIONINE CXOIHYIO
3alUTHYIO (DYHKIIUIO, ITOBBIIIAIOLIYIO adalTUBHbIA
noTeHuMal pactenuii. MccnenmoBaHus, IpOBOAIMBIE
Ha MOpP(OJIOTMYECKOM YPOBHE, MO3BOJISIIOT MPOCIIE-
>KMBAaTh T'OMOJIOTUYECKME PsSAbl B HaCJIEACTBEHHOM
M3MEHYMBOCTH I10 IpU3HAKaM, CBSI3aHHBIM C pa3BU-
THUEM TPUXOM, B COOTBETCTBUU C 3aKOHOM, C(hOpPMY-
JupoBaHHBIM Hukonaem MBaHoBuYeM BaBuioBBIM
eme B 1920 1.

HACJIIEJOBAHHWE T'EHOB,
OITPEAEIAIOIINX NUSMEHYNBOCTD
HA YPOBHE ®EHOTHUIIA

O0HoOdonbHbIE

K.A. ®nskcbeprep, paccMaTpuBasi 3aKOH TOMO-
JIOTUYECKUX PSIIOB B HACJIEACTBEHHOM M3MEHYUBO-
ctu H.W. BaBuiioBa B OTHOIIIEHWH MIISHUII, TOTUEP-
KMBaJI, YTO TOMOJIOTUYECKHUE PSIIbI — HE TOCTPOCHUE
CUCTEMBI MIIIEHUII, a “UHTeTPUPOBAHUE SIBIICHUI TTO-
mamopdusma”. B mororpadum “ITmenuniis” M ObI-

JIO BBISIBJIEHO, YTO OIYLIEHHBIE JMCThS BCTPEUAIOTCS
cpeny BceX BUIOB MIIIEHUII, a TPU3HAK HAJTUIKE,/OT-
CYTCTBME OITYLLIEHHOCTU KOJIOCa BCTpeYaeTcsl Y Bcex
BUIOB MIEHUL, KpoMme Triticum timopheevi (Zhuk.)
Zhuk., y KOTOpOro He ObLIM OOHapy>KE€HbI HEOMy-
meHHble GopMbl [46]. CeroaHsi, ¢ y4eTOM pa3BUTHSI
UCCceq0BaHUU MOpGOJOrMyecKuX IPU3HAKOB Ha
MOJIEKYJIIPHOM YPOBHE, MOXXHO HalTU OObSICHEHUS
TOMY, YTO Hapsiay ¢ MapaieIM3MOM B HacjlelOBaHU
MPU3HAKOB, CBSI3aHHBIX C OITyIIIEHUEM, UMEITCS U
HEKOTOPBIE PA3IAYNA MEXKIY Pa3HBIMUA TAKCOHAMH I10
TUITY U KOJIMYECTBEHHBIM XapaKTEPUCTUKAM TPUXOM.
Takue paznuuusi MexXIy NPEACTaBUTENSIMU CEMEN-
CTBa 3J1aKOB B cBoe Bpems BoisiBuia H.M. BaBuiios B
1923 r. [7]. B cBoeii KiaccupuKalmy TUTIOB OITyIle-
Hus1 H.M. BaBWioB BBIAESIT TPY TPYMITBI 3JTAKOBBIX
pacTeHU B 3aBUCUMOCTU OT KOJIMYECTBA U THUIA
MPOCTBIX TPMXOM: MOXHATOE, 0ApXaTUCTOE U PECHUT-
yatoe. Pa3paboTaHHbIe KOMITbIOTEPHBIE METO/bI BbI-
COKOITPOU3BOIUTENHLHOTO (PEHOTUTIMPOBAHUSI HA OC-
HOBE aBTOMAaTUYEeCKOTO aHaIn3a N300paxXeHuii crubda
JmcTa [47, 48] Mo3BOWIIM TPOBECTH CPAaBHEHUE IIIUPO-
KOTO crieKTpa BUIOB poaoB Triticum v Aegilops pa3HOTO
ypoBHs TwionnHocTu [36]. Cpeny ILIEHUL Pa3HOTO
YPOBHSI TUIOMIHOCTU 0Opasiibl C HEOMYIIEHHBIMU JIU -
CTbSIMU OTCYTCTBYIOT Cp€IU IMUILUIOUAHBIX (HOpM
nieHunsl (27 = 14; reHoM AA), HO BCTpedaroTCs Ha-
MHOTO Yallle Cpeu TeTparuionaoB (2n = 28; TeHOMBbI
AABB, AAGG), uyeMm y rexcariounoB (2n = 42; re-
HoM AABBDD); pecHuTYaThIii THII OITyIIEHUS Xa-
pakTepeH ISl JUTIJIOUIOB U TIPaKTUUECKU He BCTpe-
YaeTcsl y TeKCAIUIOWIOB, y TIOCIEOHUX Yalle BCEro
BCTpevaeTcsl 6apXaTUCTHIN TUIT; yCTAHOBJIEHO, YTO Ha
IUIOTHOCTb OMNYLIEHUS] BJIUSIOT TMPEUMYIECTBEHHO
reHoMbl A u B, Torma kak D-reHoM BimsieT Ha IUIMHY
U TUIOTHOCTb TPUXOM, a TaKXe WHIAEKC OIyLIeHUS
[36]. durmmonaHble HOCUTET reHoMa AA XapaKTepH-
3YIOTCS OOIBIIMM pa3HOOOpa3MeM TUIOTHOCTH OIyIIIe-
HUS Y UMEIOT ITPEUMYIIIECTBEHHO KOPOTKHE TPUXOMBI.
Hampumep, sunsr 7. boeoticum Boiss w T, urartu Thu-
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Ta6imua 1. ToMOIOrnYHbIE CEpUH T'€HOB, OIPEIE/ISIOIINX N3MEHYMBOCTD, CBI3aHHYIO C HAJIUIMEM,/OTCYTCTBUEM TPH-
XOM y MpeacTaBuTesieit ceM. Poaceae

T'oMoornaHEBII pPsif
(KoMpyeMbIii hakTop) I[Mmenua SameHn Poxsb Puc Kykypysa
Psan 1 (He u3B.) HIlI Hsh Hpl — —
Psin 2 (He u3B.) HI2 — — GL6 Mhl1
Pan 3 (WOX) Hg — — GLRI —

manjan ex Gandilyan UMeIOT IJIOTHOE ONylIeHUE, B
TO BpeMsI Kak 1. monococcum L. oTandaeTcss HU3KOM
IUIOTHOCThIO onyiueHus. IlpencraButenu poaa
Aegilops L., Hocutenu reHoMoB SS 1 DD xapakTtepusy-
FOTCSI IJIMHHBIM, HO PeIKAM ONYIIeHUEM, aJUIOTeTparn-
JIOUTHBIE BBl UMEIOT Pa3IMYHbII TUIT OMYILICHUS. Y
rekcaruiouaHbIX BUmoB ¢ reHomMoM AABBDD Ha-
OJromaeTcs yMepeHHasl IJIMHA TPUXOM, OTHAKO CUJIb-
HO BapbHpyeT IVIOTHOCTH OITyIeHus [36].

K moHMMaHMIO MOJIEKYISIPHO-TEHETUIECKIX Me-
XaHU3MOB HacJieJOBaHUS pa3HbBIX TUTIOB OMYILIEHUS Y
MIIIEeHUIIBI UCCIIeIOBATEIN IILIN ITyTEM KJIAaCCUYECKO-
ro reHeTM4yeckoro aHagmsa [1—3, 6, 7]; cBemeHus o
XPOMOCOMHOI JIOKAJIM3AalIMU JIOKYCOB, KOHTPOJIUPY-
IOIIMX pa3BUTHE TPUXOM, MOSBUIMCH BCJIEICTBUE
aHaIM3a HYJUIMTETPACOMHBIX JIMHUI [49], MOHOCOM-
Horo aHanu3a [31] u u3ydeHus! TUTEJIOCOMHBIX JIM-
Huit [32, 34]. C ucnoab3oBaHUEM MOJIEKYJISIPHO-Te-
HETUYECKOro KapTUPOBAaHUS MOSIBUJIMCH CBEIEHUS O
TOYHOI BHYTPUXPOMOCOMHOI1 joKanuzanuu [33—35,
50]. B utore 6bUI0 YCTAHOBJIEHO PacloJOXeHUe Te-
HOB, KOHTPOJIMPYIOLIMX OITylIeHWE JIMCTOBOU Tijia-
CTMHKHU MIICHULbI, B JJIUHHOM IIJIedye XPOMOCOMBI
4B (HII) n KOopoTKOM IuIeue xpoMocoMbl 7B (HI2).
Doroshkov et al. mcciemoBamm (eHOTUITIYECKOE
nposijieHue reHoB HI/1 v HI2 v 6110 BIEpBbIE ITOKa-
3aHO, YTO 3TU T'€HBI II0-Pa3HOMY BIUSIOT HA UIMHY
TPUXOM U IUIOTHOCTbD OITyIlleHus y nineHuusl (H/1 B
0oJbllIeii CTeNeHU CBsI3aH C MHUIIUALIME TPUXOM U
X pocToM; HI2 B 6Gonbllieil CTeIIeH! BIUSET HA IJIMHY
TpuxoM) [51]. ¥ KyabTypHOro sSfdMeHsI TOMUHAHTHBIE
aJijiesid, OTBETCTBEHHBIE 3a HAJIMYKE TPUXOM JIMCTO-
BOM IJTACTMHKM, BBHISIBJICHBI B JUIMHHOM ILIEYE XpO-
mocoMmbl 3H, a B mmHHOM Tuiede xpomocoMmbl 4H
ObLT OOHapyXEeH 1 KapTupoBaH reH (Hsh), oTBeyaro-
II1i1 32 00pa3oBaHUE TPUXOM JIUCTOBOIO BlIarajauila
[33, 52, 53]. Y pxu ren Hp 1 (Hairy peduncle 1) xkaptu-
poBaH Ha JJIMHHOM 1ieue XxpomocoMbl SR [50]. Cre-
JIyET OTMETUTD, YTO Y4acTKU XpoMocoM 4BL mmeHu-
b1, 4HL stamens m SRL pxxn konnmmHeapHBI [54].

Y puca reH g/l (glabrous leaf blade), koHTpoONIUpPY-
IO pa3BUTHE TPUXOM Ha JIMCTOBOMU IJIACTUHKE U
IIBETKOBOU delllye, ObLI KapTMPOBAaH B KOPOTKOM
IUIeYe XPOMOCOMBI 5 [55—57]. DTO XpoMoOcOMHOE
IJIEYO COOTBETCTBYET KOPOTKOMY TIJIEUYy XPOMOCOMBI
1H stumens [58], a, cneqoBaTesIbHO, BBUAY CUHTEHUN
FeHOMOB SIYMEHS U TIIIEHUIBI U KOPOTKOMY ILIeqy
XpOMOCOMBI 1A MIIEHUIIBI, HA KOTOPOM OBLI KapTH-
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poBaH TeH OMyIlIeHWs KoJiIocKoBou uemryun Hg [8].
ITo3xe 6bLI0 yCTAaHOBIEHO, YTO pa3BUTHE TPUXOM Ha
JIMCTOBOM MJIACTUHKE U LIBETKOBOI Yelllye peryjaupy-
ercs pakTopoM WOX, KOTOpBINA KOAUPYETCS TEHOM
GLRI1 (Glabrous Rice 1), annenbubiM reny gl 1 [41, 59].

Takxkxe B XxpoMocoMme 6 prca KapTUpOBaH elle
onuvH reH (GL6), KOHTPOJUPYIOILIUI OMyIIeHUE JIU-
CcTOBOI1 T1acTUHKU [60], 11 KOTOPOTro OIpeneeHbI
II5ITh TeHOB-KaHauaaTtoB [61]. Xpomocoma 6 puca
KOJIJIMHEeapHa KOPOTKOMY IjIedy XpoMocoMbl 7H s4-
MeHd [58], a, cnenoBaTelIbHO, BBUILY CUHTECHWUH T€HO-
MOB STYMEHS 1 MIIEHUIIBI U KOPOTKOMY IIeYy XPOMO-
coMbl 7B miIeHuIBI, HA KOTOPOM OBIIT KapTUPOBaH
TeH OIyIIIEHUS JTUCTOBOM miracTuHKY HI2 [34].

Y Kykypy3sl reH Mhll1 (Macrohairless 1), KOHTpO-
JIMPYIOIINMA pa3BUTHE TPUXOM Ha JIUCTOBOM IJIAaCTHUH-
Ke, JOKaJu30BaH B UIMHHOM IUIEYE XPOMOCOMBI 9
BOJIM3U MapKepoB umcl120 v umc95 [62]. I'eH-kaH-
Iuaar i jgokyca Mhll 1ioka He BBIAEICH, OTHAKO
CTOUT OTMETUTh, YTO UIMHHOE ILJIEY0 XPOMOCOMEI 9
KYKYPY3bl COOTBETCTBYET XpOMOCOME 6 prca; KpoMme
TOTrO, MapkKep umcll2(0 TeCHO CLEIUIEH C JIOKYCOM
susl, pailloH JIOKaau3aldi KOTOPOTO KOJUIMHEapeH
paiiloHy KOPOTKOTO Ijieya XpOMOCOMBI 7 MILEHUIIBI
[63].

YV KyKypy3bl 0bl1 BeIeIeH TeH OCL4, Kxonnpyio-
UK TPaHCKPUIILMOHHBIN (akTOop U3 ceMmeiicTBa
HD-ZIP 1V, KoTopblii BIMSIET Ha pa3BUTUE TPUXOM
[64]. DTOT reH He COOTBETCTBYET HU OOHOMY M3 YKa-
3aHHBIX TOMOJIOTUYHBIX psaoB (Tadjy. 1). JHaHHBIA
IeH pacIiojaraeTcs B XpoMocoMe 1 KyKypy3bl, KOTO-
past UMeeT yJ4acTKH, KOJJIMHEapHbIE C XPOMOCOMaMU
puca 3, 8 u 10 [65], 4TO He cCOBIAmaeT C XxPOMOCOMHOI
nokamm3anueit GLRI v GL6 puca.

TakuMm o6pa3oM, cpean 3J1aKOBBIX PACTCHUM BBI-
JICJISIFOTCS TPU TIPEAIIoaracMbIX TOMOJIOTMYHEIX psiAa
TE€HOB, ONPEACISIONINX N3MEHYNBOCTD, BBISIBISIEMYIO
Ha MOpQOJIOTMYECKOM YpoBHe (Tabiy. 1); OOJBIIyIO
YacTh 3THUX TE€HOB ellie IIPEICTOMT pacim@poBaTh,
YTOOBI TOKA3aTh O0IIIee IIPOMCXOXKACHE TeHOB B IIpe-
JeJiax KaXJI0M CEpuMu.

JleydonbHble

MonenbHBIM OOBEKTOM IBYIOJIBHBIX PAaCTCHUMH
aBisieTcss apabunoncuc (A. thaliana), 1jsi KOTOPOro
UIEHTU(PUINPOBAHO MHOXECTBO T€HOB, KOHTPOJIV-
PYIOIIUX pa3BUTHUE TPUXOM [66, 67]. Tak, MmyTalus B
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Taommma 2. ['oMoornyHEIe CEPpUM I'€HOB, ONIPCAC/IAIOININX USMCHUNBOCTDL, CBA3aHHYIO C HZU'II/I‘{I/IGM/OTCYTCTBI/ICM TpU-

XOM Y IIpeICTaBUTENIEN Kilacca ABYAOJbHBIX PACTEHUI

FOMonomqi{Hﬁ e Apabunoncuc Oryperlt XJ10TYaTHUK Poza A6nous | [NonbiHb
(KomupyeMbIii hakTop)
Pan 1 (WD40) TTGI — GhTTGI1 RITTG1 MdTTGI TTG1
Psn 2 (R2R3-MYB) GLI1 CsGL1 GaMYB2 RrGL1 — GLI
Pan 3 (GLABROUS2) GL2 CsGL2 GbML1 — — —
Psan 4 (bHLH) GL3/EGL3 TRIL/CsGL3 | GhMYCI1/GhHOXI — — GL3

rede GL3 mpuBOIUT K MEHBIIIEMY KOJMYECTBY TPU-
XOM U YMEHbIIIeHUIO BeTBieHus. ['eH EGL3 oka3biBa-
€T YMEPEHHOE BIIUSTHUE Ha KOJIMYECTBO TpuxoM. On-
HaKo IBOITHbIE MyTaHTHI g3 egl3 obmanaloT “roabiM”
deHoturioMm. 77§, KOHTPOIUPYIOLIMI OMOCUHTE3 aHTO-
IIMaHOB W TPOAaHTOLMAHUAWHOB B BEereTaTUBHbBIX TKa-
HSIX 1 000J10uKe ceMsH [68—70], Tak:ke KOHTPOJIUPYET
pa3BUTHE TPUMXOM Ha KpasiX JIMCTOBBIX IJIACTUHOK Y
A. thaliana [70]. Benmox WD, xomupyemblii TeHOM
TTGI A. thaliana, paccmaTpuBaeTcs KaK BaxKHeli-
1M peryasiTop o0pa3oBaHUs TPUXOM Ha JIMCTHSIX,
cTeosax u KopHsx [71]. PacteHust apadbumorncuca,
MYTaHTHBIE IO TeHy tfgl, 6e3aHTOLMaHOBbIE U HE
nmeloT TpuxoM [71, 72].

PaboTtsl Ha MoOmeIbHOM O00BEKTE CITOCOOCTBOBAIN
MOHUMAaHHWIO TEHETUYECKUX MEXaHU3MOB KOHTPOJIS
(GEeHOTUNNYECKON N3MEHYUBOCTHU, CBSI3aHHOM C pa3-
BUTHEM TPUXOM Yy XO3SIIICTBEHHO IL€HHBIX BHIIOB.
Tak, romosoru reHa T7TG1 A. thaliana 66111 BBISIBIICHBI
y IPYruX IBYIOJBHBIX M OXHOMOJBHBIX BUIOB pacTe-
Huit. I'omonor T7TG1, BeimencHHbBIT U3 M. domestica,
JeMoHcTpupoBall 80.2% wuneHTUIHOCTH A. thaliana
TTG1 tio nykieorunaMm u 90.7% CXOXeCTH MO aMU-
HOKUCJIOTHOMY cocTaBy [73]. Ilpu Tpanchopmaiiuu
B MyTaHThlI g ] A. thaliana romoiory S6J10HU CMOTJIN
BOCCTaHOBMUTDH POCT TPUXOM, BEIpAOOTKY aHTOILIMAHOB
B MOJIOJIBIX TIPOPOCTKAX U MMPOAHTOLIMAHUINHOB B Ce-
meHax. ['omonoru rena T7TG1 A. thaliana [71] 6611
BeIsIBICHBL v Perilla frutescens (L.) Britton (PFWD)
[74], Gossypium hirsutum L. (TTGI) [75], Matthiola
incana (L.) W.T. Aiton (TTG1I) [76], a Takxke (PACI)
y Zea mays L. u gp. [77]. IlpeanofoXUTeIbHO IeH
MdATTGI npuHamIeXUT K ceMeicTBy reHoB WD40.
AMMHOKMCIIOTHAsI TiocjienoBatreabHOCTs MATTGI
MOKa3bIBaET BHICOKYIO CTETNeHb UAEHTUUYHOCTH C IPY-
ruMH OeJIKaMU1 OBYIOJBHBIX PACTEHMI, TAKUMH KaK
PhANI11 [78], GhTTGI1, AtTTG1 u PFWD. V¥ pacre-
Huii yas (Camellia sinensis (L.) O. Kuntze) umeHTun-
¢unuponaH red CsTTG 1, KOTOpBIiA KOOUPYET OEI0K
WDR u romonornuen AtTTG1[79]. YcTraHoBaeHa ero
pOJIb HE TOJILKO B (POPMUPOBAHUM TPUXOM PaCTCHUIA
Yyasi, HO U B U3BMEHEHUU IIJIOTHOCTU TPUXOM JINCThEB
pacTeHMi Yask IpH Pas3IMIHBIX YPOBHSIX 9KCIIPECCUU
CsTTG 1. JansHeiime uccienoBaHus ITOKa3aau, 4To
CsTTG1 nmeet uaeHTUYHOCTh 91.23% K AcTTG1, Ho
dyuxkuust AcTTGI1 B Actinidia chinensis Planch. moka
He u3BecTHa. Bmecte ¢ TeM CsTTG 1 BBICOKO TOMOJIO-

rudeH reHy VeT'TG1, XoTopblii y4acTByeT B CUHTE3¢
aHTouuaHoB Viccinium corymbosun L. [79]. 1ns1 reHa
RrGL 1, BBISIBIEHHOTO Y TIOOB PO3bl, YCTAHOBJIEHA
romoJjiorust ¢ GL1 A. thaliana [80] (Ta6u. 2). dakTo-
pbl TpaHckpunuuu GLABROUSI (GLI1), TTGI un
ENHANCER OF GLABRA3 (GL3) 0b111 BBHISIBIIEHBI Y
cJIaKoOM ToJIbIHU (Artemisia annua L.) KaK crmoco0-
CTBYIOLIIME WHULMALIMM KEJE3UCThIX Tpuxom [81].
HMHuTtepecHo, yTo 00pa3oBaHue BOJOKOH XJIOMYaTHUKA
(G. hirsutum), HalOMUHAIOLLIMX TPUXOMBI A. thaliana,
KOHTpoaupyeTcs:t GaMYBZ2, KOTOpbIii AeMOHCTPUPYET
BBICOKYIO TOMOJIOTHIO TTociieqoBaTebHocT ¢ GLI n
MOXET BOCCTaHABJIMBAaTb 0Opa30BaHUE TPUXOM Y My-
TaHTa apabuporicuca g/l [82]. Kpome Toro, Wang
et al. [83] BeISIBWIN, 9YTO B MHULIMALIUU TPUXOM (BO-
JIOKOH XJIOMYaTHHMKA) Y4YacTBYIOT TreHbl GhHOXI,
GhMYCI (romosior GL3 apabunomncuca) [83, 84] u
romonorn reHa GL2 B apabumomncuce GbMLI,
GhHDI1, GhHOX |83, 85] (Tabu. 2). JlaHHbBIE KCCIIENO-
BaHUsI MTOKA3bIBAIOT CXOMHBIE TTyTH PETYJISILIUU UHU-
LMy TPUXOM apabuaoricrca 1 XJormJyaTHUKA.

M3yyeHue MpoCThIX TPUXOM IUIOOB TMepcrKa Io-
Ka3ajJ0 MOHOTCHHBIII XapakKTep HaciegoBaHuUs. Jlo-
KyC, KOHTPOJIUPYIOLINI TaHHBIN IMTPpU3HaK, ObLT Kap-
TUPOBaH B OMCTAJILHOI YacTWM XpOMOCOMHBI 5 [25].
I'en-xkangunar, Ppe MYB25 (ppa023143m), njist 3T0r0
JIOKyCa y pacTeHUM C OTCYTCTBYIOIIMM OMIYIIIEHUEM
U102 UMeeT MPOTSLKEHHYI0 MHCEPLIMIO B 9K30HE 3.
DTO YHUKAJIbHOE MYTAallMOHHOE COOBITAE MPUBEIO K
¢hopMHUPOBAHUIO PEIIECCMBHOIO MpU3HAKa HEKTapHU-
Ha (OTCYTCTBME OIIyLICHUS IIJIoAa), KOTOPOE OBLIO
3aKperyieHoO B TIpollecce HMCKYCCTBEHHOIo OTOopa.
Pa3paboTaHHbIli Ha OCHOBE 3TOro reHa (PYHKIIMO-
HajbHBI Mapkep (indelG) mo3BoJisieT Ha paHHEH
cTaguy OTOOpaTh pacTeHUs MO IIPU3HAKY IIep-
CUK/HeKTapuH [25].

Orypeu (Cucumis sativus 1..) xapakTepusyeTcsl Ha-
JINYMEM TPUXOM JIBYX TUIIOB: 3KeJIE3UCThIX U MPOCThIX.
Knaccuueckuit reHeTUYECKMII aHAJIM3 U MOCJIEeIylo-
IIMe MOJIEKY/ISIPHBIE MCCIIEAOBaHUS TIOKA3aIu, 4TO 3a
I depeHINPOBKY KJIETOK SIIMASPMICA U Pa3BUTHE
MPOCTBIX TPUXOM OTypIlla OTBETCTBEHHBI CIICAYIOIIVE
renbl: CsGL3, TRIL, MICT, TBH w CsGL1 [86, 87].
BoIsiBieHHBIE TeHBI Orypia ObUIM KapTUPOBaHBI Ha
xpomocome 6. I'en Csa6M514870 xomupyeT dakTop
TPaHCKPUMLIVU, TIpUHAIIeXale K cemeiictsy HD-
ZIP [88]. B orypue reunl TRIL/CsGL3 ABASIOTCS T10-
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Puc. 2. PerynsgtopHast Mone/ib MHULIMALIMYM TPUXOM Ha JIUCThSIX anuaepmuca Arabidopsis. Komrmiekc GLABRA1L (GL1)—GLA-
BRA3 (GL3)/ENHANCER GLABRA3 (EGL3)-TRANS-PARENT TESTA GLABRAI (TTG1) akTuBUpyeT 3KCITPECCHIO
GLABRA2 (GL2) u TRIP-TYCHON (TRY). GL2 unayuupyer nuddepenurponky TpuxoM. besnok TRY nepemeraercs B co-
cenHue KieTku u KoHkypupyeT ¢ GL1 3a caiit cBsa3biBanus Kominiekca. Kommeke TRY-GL3/EGL3-TTG1 He crioco6cTByeT

Hu aKcnipeccuu GL2, Hu mHUTIMaLy TpuxoMm (1ur. 1o [ 113]).

JIOXKUTEJIBHBIMU PETYJIATOPaMU Pa3BUTUSI TPUXOM,
MYTaHTHBIE pacTeHus tril/csgl3 nMeror peHOTUIT OE3
TpuxoM [89].

V npencrasurens cemeiictBa Rosaceae — Rosa ru-
gose uneHTudunupoBaH reH RrT'TG1, CBsI3aHHBIN C
pPa3BUTUEM TPUXOM; MyTallMi B TAHHOM I€HE MOTYT
WCIOJIb30BaThCSl B CEJIEKIIUM PO3OLBETHBIX IJISI T10-
JIydeHMsI paCTEHUI C OTCYTCTBUEM IIUIIOB UJIU UX He-
OonbIIMM KonuecTBoM. KuTaiickue ucciaenoBarenu
[30] Ha ocHOBE MOP(}hOJIOTMIYECKOrO CXOACTBA XKIyTH-
KOOOpa3HBIX TPUXOM OKOJIOIUIOAHUKA po3bl (R. rox-
burghii Tratt) c MHOTOKJIETOUHBIMU TPUXOMaMU TLTO-
JIOB oryplia AUKOro Tura [87] BBIABUHYJIW TUIIOTE3Y,
YTO MHULIMALIMS U Pa3BUTHUE TPUXOM KaK y PO3bI, TaK
U Yy Oryplia, BO3MOXHO, KOHTPOJIUPYIOTCSI IBYMSI Te-
HaMM, IIpU4YeM JOMHUHAHTHOE COCTOSIHHE O0OUX Te-
HOB KOHTPOJIMPYET HaJIWUME XKECTKUX KOJIoUeK, TO-
raa Kak IpearnojiaraeMble HOCUTEU JaHHBIX TEHOB B
PELIECCUBHOM COCTOSTHUM MMEIOT MSITKHE, ITpaKTH-
YyeCcKM He3aMeTHble KOMIouKu. JlaHHas Tuore3a
MOATBEpAMIACH ST PO3bI, HO He 11 orypua [89].

TakuMm 00pa3oM, Ha OCHOBAaHUU JIMTEPATYPHBIX
JAaHHBIX MOXXHO TOBOPUTH O HAJTMYMU KaK MUHUMYM
YeTBIpeX TOMOJIOTUYHBIX PSIIOB T€HOB NBYIOJIBHBIX
pacTeHUit, OpenesTIONINX N3MEHYNBOCTD IO HAJTA-
YH1I0/OTCYTCTBUIO TPUXOM (Ta0J1. 2), UTO CBUACTEIb-
CTBYET O CXOOHBIX IYTSIX PETYIISSLUNA WHUIAAITAN
TPUXOM HAHHBIX OBYOOJIBHBIX pacTeHuil. OmHaKo
TIPENCTOST ellle TOTTOTHUTETbHBIC NCCIeIOBAHWS TS
BBISIBJICHWST W HOaJIbHEUINeil pacimm@poBKH TEHOB
STHX TOMOJIOTUYHBIX PSIIOB Y IPYTUX BUIOB IBYIOJb-
HBIX PACTEHMUIA.
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I'EHHBIE CETHU, BOBJJEYUEHHDbIE
B ®OPMHWPOBAHUE U PASBUTUE TPUXOM

IIpocmobie mpuxomol

Pa3BuTure mpocThIX TPUXOM Y apabUIOIICHCa PEry-
JIMpYEeTCsl OOLIMPHON TPAaHCKPUMIIMOHHON CEThIO,
BKJTIOYAIONIE HECKOJIBKO TPYIIT TPAaHCKPUITIINMOH-
HBIX (pakTOpoB (TP), OCHOBHBIMHU U3 KOTOPHIX SIBJISI-
1oTcst R2ZR3-MYB, helix-loop-helix (b HLH) u 6enok
WD40-nosrop (WDR). B11 Tpu rpymnmnbsl T® obpasy-
1oT TpuMepHbIii MBW-komiuieke: R2R3-MYB (GL1,
WER, MYBS82, MYB5 wiu MYB23), bHLH (TTS,
EGL3, GL3 unu MYC1), WD40 (TTG1), akTuBupy-
JOIIMI 3KCIIpEecCuio ToMeomoMeHoBoro oeiaka GL2
(GLABROUS2), KoTOpHbIil B CBOIO 0Yepeab MHIYLIM-
pyeT obpaszoBaHue TpuxoM [12, 66, 72, 73, 90, 91]
(puc. 2). AHanm3 reHoMa apabuagoncuca IIoKa3blBa-
er, 4yto cemeiictBo R2R3-MYB cocrour u3 126 re-
HOB, KOTOpbIE MoApa3aeisiioTcs Ha 25 moarpyn [92].
CewmeiictBo bHLH sBisieTcss omHUM 13 CaMBIX 00JIb-
X v u3BecTHbIX TP u cocrout us 160 reHoB, 1Mo~
pasnensommxcst B apabumoricuce Ha 12 moarpynn
[93]. ®akTopsl bHLH neiicTByIOT Kak MecTa CTHIKOB-
KA JJIs1 psifa PEryiIsiTOPHBIX OCJIKOB B KOMILIEKCE
MBW. 3a cea3biBanue c bHLH Hapsiny c R2ZR3-MYB
KoHKypupyoT R3-MYB, o0pasys, TaknMm o6pa3oM,
PEMPECCOPHBIN KOMILIEKC M OEMCTBYS KaK HEraTUB-
HBIE PEryJsiTOphl pa3BuThst TpuxoM [92, 94]. K takum
R3-MYB-penpeccopam otHocsarcs: TRY (TRIPTY-
CHON) [95]; CPC (CAPRICE) [96]; ETC1, ETC2 u
ETC3 (ENHANCER OF TRY 1-3) [97], TCL1 u
TCL2 (TRICHOMELESS 1u2) [72, 98, 99].

beaxu WD40 comepzkaT BLICOKOKOHCEPBATUBHbBIC
AMUHOKUCJIOTHBIE TaHAEMHbIE MOBTOPHI (YUCIO TMO-
BTOpOB 40—43), 00BIYHO MMeIOIIMe Ha KOHIe Trp-Asp
(WD). OHu y4acTBYIOT B PETYJISILIUU Psiia IPOLIECCOB,
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Puc. 3. ®opMupoBaHue XKeJe3UCThIX TPUXOM Y S. [ycopersicum: TpaHcKpunMoHHbIi akrop HD-ZIP IV WOOLLY B3aumo-
neiictByeT ¢ ukianHOM CycB2 B-Tumna u ¢ 6ekoM nmHKoBoro mnajibia C2H2 (ur. o [108]).

BKJIIOYAs KJIETOUHBI LHUKI, IUGPEepeHIIUPOBKY
KJIETOK M Tiepenauy curHanoB KiueTku [100]. ¥V apa-
ounoncuca reH 177Gl (TRANSPARENT TESTA
GLABRAI) ssBnsieTcsl eMUHCTBEHHOM KOTIME CeMeii-
crBa WD40 (WDR) [71, 72].

Eie onnoii rpynmoit Td, yyacrBylonieit B pop-
MUPOBAaHUU TPUXOM Ha CTEOJISIX M LIBETKAX COLIBETHUS
apabunoricuca, spistiorcs C2H2 (6enku HMHKOBEIC
naneiel) [101, 102]. C2H2 mpencraBisiioT coOoit
KpYITHOE CEMEMCTBO, cocrodiee U3 176 peryiasarop-
HBIX OCJIKOB, Y4aCTBYIOIINX B MHOTOYMCIICHHBIX (pH-
3MOJIOTUUECKUX ITporeccax pacTteHmit [103].

KpoMme ocHOoBHBIX rpyTi Td BaskHYIO POJIb B pa3-
BUTHH TPUXOM Y apadbMIoIicruca urparT GUTOrOpMO-
HbI, BKJtoyasi Tuboepenuabl (GA), IUTOKUHUHBI
(CK) u xxacmoHoBbIe KucioThl (JA) [72, 101, 104,
105]. TaknMm 06pa3oM, B MHOTOUMCIICHHBIX paboTax
MO M3YyYCHUI0 MHULMALIMU PA3BUTUSL MPOCTHIX TPU-
XOM apaOuaoricuca BbIsSIBJIEeHA CJIOXHAas PeryasTop-
Hasl CeTh, KOHTPOJIUPYIOIIAS 3TOT MPOLIECC.

MonekyasipHO-reHeTU4eCKEe MeXaHU3MBI, JIexKa-
1I1e B OCHOBE 00pa30BaHUsI TPUXOM OTHOIOJBHBIX,
OCTAaIOTCSI B 3HAUUTENIbHOM CTEMEHU HEBBISICHEHHbBI-
Mu. Jlydille APyTUX 3TU MEXaHU3Mbl U3yUYEeHBI HA MO-
JIeJTbBHOM JIJISI OMMTHOAOJIBHBIX PACTeHU 00bEeKTe — pU-
ce. OGpa3oBaHEe TPUXOM Y pUca KOHTPOJIUPYETCS He-
ckoibKuMu pakropamu TpaHckpumimu: AP2/ERF,
HL6 (Hairy Leaf 6). OCHOBHBIM peryasiTopoM MHU-
WAL TPUXOM pPHCa SIBISIETCSI TOMEOIOMEHOBBINA
6esok OsWOX3B, ob6pasyrouiuit komrieke ¢ HL6.
AkTtuBupyoomuii komrieke OsWOX3B—HL6 pery-
JIUpyeT KaK UHUIUALIMIO, TaK U YIJIMHEHUE TPUXOM
[106, 107].

Kenezucmore mpuxomot

MexaHU3MBl MHULMALIUM OOpa30BaHUS XKeJle3U-
CTBIX TPMXOM OCTAaIOTCSI MeHee n3ydeHHBIMHU [72]. T1o
JIMTEpPaTypPHLIM MCTOYHMKAM B Ka4yeCTBE OTHOIO M3
OCHOBHBIX MOJEIBbHBIX OOBEKTOB ISl U3y4EHUSI TeH-
HOM peryjisluuyd UHULYALWWA U PA3BUTHUSA XKEJIE3U-

CTBIX TPMXOM HMCHOJIB3yeTcs ToMat (Solanum lycoper-
sicum L., cem. Solanaceae).

O0pa3oBaHue XeJIe3UCThIX TPUXOM Yy TOMAaTa pe-
TyJIMpYyeTCsl TPYNNON TPaHCKPUMNILIMOHHBIX (haKTO-
pPOB, OCHOBHBIE M3 KOTOPBIX OTHOCSITCS K ceMmeii-
crBam R2R3-MYB, HD-ZIP IV, bHLH u C2H2
[42, 108]. TpanckpunuuoHHbie (pakTopsl SIMX1
(MIXTA — cemeiicteo R2R3-MYB) [109],
SIMYC1 (MYELOCYTOMATOSIS-RELATED1 —
cemeiicteo bHLH) [110], SIH (HAIR — cemeiicTBO
C2H2) u SICD2 (CUTIN DEFICIENT2 — cemeii-
ctBo HD-ZIP 1V) [108] O6b111 oxapakTepu30BaHbI
KaK MOJIOXUTETbHBIE PETYISITOPBI MHULIMALIAY KeJle-
3MCTBIX TPUXOM TOMaTa. BaxXHbIM peryyisiTopoM 3TO-
ro mpoliecca TakxXe SIBJISEeTCs] TPaHCKPUITIIUOHHBIM
daxkrop HD-ZIP IV WOOLLY (Wo) [108]. ToMuHU-
pylouide ToyeyHble MyTauuu B C-KOHLEBON 4acTu
Wo oTBeyYaloT 3a (PEHOTUI MYTAHTOB C YBEJIUYEHHOM
IUIOTHOCTBIO TpuxoM [111]. Wo ycunuBaet nHULIMA-
IO 3KeJIe3UCThIX TprxoM I Tmma [111]. 3ameTM, 9To
dakTop HD-ZIP yxe ynmoMuHascs B CBSI3U C pa3Bu-
THEM TPUXOM (IIPOCTHIX) Y KYKYpPY3bI 1 orypia [64].

IIpssmoe B3amMopeiicTBrue Mexny oenmkamu C2H?2
SIH n TpanckpunuunoHHBIM (pakTopomM HD-ZIP IV
Wo o0pa3yeT KOMILJIEKC, MHULIMUPYIOIIUIA pa3BUTHE
XKene3ucThiX TpuxoMm Tomara [101, 112, 113]. Brtot
MPOLIECC PETYIUPYETCH U PACTUTEIbHBIMUA TOPMOHAMM,
TaKUMU Kak XacMoHaThl (JA). Y TomMaToB U30BITOUHAS
BKCIIpeccusi CHTHaIbHOTo pernpeccopa JA SIJAZ2 cau-
JKaeT TJIOTHOCTD KEJIE3UCThIX TPUXOM, YKa3bliBasi Ha
TO, 4TO SIJAZ2 sBisieTCS HEraTUBHBIM PETYJISITOPOM
WHMIIMALIMY 3TOro Tvna TpuxoM (puc. 3) [108].

SAKIIIOYEHHME

HecMoTpst Ha Bce pa3zHooOpa3re TPUXOM B pacTU-
TEJTEHOM MYpE, OHH BBIIIOHSIOT CXOIHYIO (PYHKITHIO
M CIIOCOOCTBYIOT aIalTallMOHHOM CITOCOOHOCTH pac-
TeHUI K M3MEHSIIOIIUMCS YCJIOBMSIM OKpYKaloIIei
cpenbl. Y OMHOIOJNBHBIX U ABYIOJBHBIX PACTCHUIA BBI-
SIBJIEHO OOJIBIIIOE KOJIMYECTBO T€HOB, YIACTBYIOIINX B
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o6pazoBaHnU TpuxoM. [1pr 3TOM KOJTMIECTBO TEHOB,
OIpeNeISIIOINX U3MEHYUBOCTD 10 MPU3HAKaM, CBSI-
3aHHBIM C HAJIUUYMEM/OTCYTCTBUEM TPUXOM, OTPAHU-
YeHO, M OHHM OTHOCSTCSI K HECKOJIBKIM CeMelcTBaM
TPaHCKPUIIIMOHHBIX (PAKTOPOB, WHUIIUUPYIOIINX
pa3BUTHUE TPUXOM pacTeHUil. MexaHU3Mbl 06pa3o-
BaHWUsI IIPOCTHIX M XKEJIE3UCTHIX TPUXOM SIBJISTIOTCST OT-
4acTU CXOMHBIMU. [lpocneskuBaloTCs romMoyioThye-
cKue psiabl U3MeHYMBOCTU. OHAKO He 1S BCeX BU-
IIOB PACTEHMII BBISIBJICHBI TeHBI-KaHINAATHI, pa3HbIC
aJuIeIbHBIE COCTOSTHMSI KOTOPBIX OIPENeITIOT Halv-
Yyue WU OTCYTCTBME TPUXOM Ha TOW WJIM MHOM YacTu
pacteHust. Pe3ynbTaTel CpaBHUTEIBHOTO aHaIM3a
MEXaHU3MOB 00pa30BaHMsI TPUXOM Yy Pa3HbBIX BUIOB
pacTeHU CIOCOOCTBYIOT 3aIlOJJHEHUIO “MpOOEIoB”
B TOMOJIOTMYECKUX PSIIaX M3MEHUYMBOCTH, UTO STBJISI-
€TCsl OCHOBOM JUIS 1IeJICHAITPABJIEHHOTO YITyJIIIeHUs
ajanTali COPTOB KYJbTYPHBIX PacTeHUI K HebJsa-
TONIPUSITHBIM (paKTOpaM OKpYKaroIlei cpensl (¢ Ha-
JIMIUEM TPUXOM, OOECIIEUMBAIOIINX B psle CIydacB
YCTOMYMBOCTD K OMO- ¥ a0MOTUYECKUM CTpeccopam)
WIN TIOJIydeHUSI COPTOB C HaIJIeXXaIlllMM TOBApPHBIM
Ka4yecTBOM (TOJIOIUIONHbBIE, 0€3 KOJIIOUeK U T.1.).

CraThsl NOArOTOBJICHA B paMKaX rocyIapCTBEHHO-
ro 3aganuss BUP cormacHo TeMaTudeckKoMy ILIaHY
HUP no teme Ne 0481-2019-0001 “I'eHOMHBIE U
IIOCTT€HOMHBIE TEXHOJIOTUU JIJISI BBISIBJIEHUS HOBBIX
TEHETUYECKNX MAapKepOB CEIIEKIIMOHHO 3HAYMMBIX
CBOMCTB M HOBBIX aJlJIeJbHBIX BapUaHTOB XO3SMi-
CTBEHHO ILIEHHBIX I'€HOB B T'¢HO(OHIE KYJbTYPHBIX

99

paCTCHI/Iﬁ N NX JTUKUX pOOANYECH .

Hacrosimmast ctates He COOCPKUT KaK1X-I100 uc-
CJIEIOBaHUI C MCITOJIb30BAaHUEM B KaueCTBE OOBEKTa
2KMBOTHBIX.

Hacrosimast ctatbst He COmepKUT KaKMUX-JIM0O KC-
CJICTOBAHUWI C yJacTHeM B Ka4eCTBE OOBEKTA JTIOACH.

CIIMCOK JIMTEPATYPbI

1. Tschermak E. Uber Ziichtung neuer Getreiderassen
mittelst kiinstlicher Kreuzung // Zeitschr. Landw.
Versuch. Oesterreich. 1901. Bd 4. S. 1029—1060.

2. Howard A., Howard G. On the inheritance of some
characters in wheat. India: Dept. Agr. Mem., 1912.
Bot. Ser. 5. P. 1-47.

3. Howard A., Howard G. On the inheritance of some
characters in wheat. India: Dept. Agr. Mem. 1915. Bot.
Ser. 7. P. 273—285.

4. Wellington R. Mendelian inheritance of epidermal
characters in the fruit of Cucumis sativus // Science.
1913. V. 38. Is. 967. P. 61.
https://doi.org/10.1126/science.38.967.61

5. Stewart R.T., Wentz J.B. Recessive glabrous character
in soybeans // Agronomy J. 1926. V. 18. P. 997—1009.

6. Bauyenko A.A. HacnenoBaHue OIylIeHUS 4Yellyil U
YepHOM OKPACKM KOJIOCa Y TBePABIX MIIeHUTL Triticum
durum Desf. // JAH CCCP. 1934. T. 4(5-6). C. 338—
342.

TEHETUKA Ttom 56 Ne 11 2020

7.

10.

12.

13.

14.

15.

16.

17.

18.

19.

1327

Basunos H.H. HayaHbie OCHOBEI CEJIEKLIUM ITIIICHM -
nbl. M.; JI.: Cenbxosrus, 1935. C. 70—-87.

. Khlestkina E. K., Pshenichnikova T.A., Roder M.S. et al.

Comparative mapping of genes for glume colouration
and pubescence in hexaploid wheat (Triticum aestivum
L.) // Theor. Appl. Genet. 2006. V. 113. P. 801—807.
https://doi.org/10.1007/s00122-006-0331-1

. Dobrovolskaya O., Pschenichnikova T.A., Arbuzova V.S.

et al. Molecular mapping of genes determining hairy
leaf character common wheat with respect to other
species of the Triticeae // Euphytica. 2007. V. 155.
P. 285—293.
https://doi.org/10.1007/s10681-006-9329-7

Du W., Yu D., Fu S. Analysis of QTLs for the trichome
density on the upper and downer surface of leaf blade
in soybean (Glycine max (L.) Merr.) // Agricultural
Sci. in China. 2009. V. 8. P. 529—-537.
https://doi.org/10.1016/S1671-2927(08)60243-6

. Pan Y, Bo K., Cheng Z., Weng Y. The loss-of-function

GLABROUS 3 mutation in cucumber is due to LTR-
retrotransposon insertion in a class IV HD-ZIP tran-
scription factor gene CsGL3 that is epistatic over
CsGL1// BMC Plant Biology. 2015. V. 15. P. 1—15.
https://doi.org/10.1186/s12870-015-0693-0

Doroshkov A.V., Konstantinov D.K., Afonnikov D.A.,
Gunbin K.V. The evolution of gene regulatory networks
controlling Arabidopsis thaliana L. trichome develop-
ment // BMC Plant Biology. 2019. V. 19. P. 71-85.
https://doi.org/10.1186/s12870-019-1640-2

Caymkuna T.A., Ioauxcenosa B.Jl. Mopdoiorus
pactenuii // Kypc nekuuii: B 2 4. Y. 1. Munck: BI'Y,
2004. 115 c.

Koposun O.A. AHatomusi 1 MOp(oJIOTUS BBICIIIUX pac-
TeHmii. CoBapb TepMuHOB. M.: [Ipoda, 2007. 286 c.

Werker E. Trichome diversity and development // Adv.
Bot. Res. 2000. V. 31. P. 1-35.
https://doi.org/10.1016/S0065-2296(00)31005-9

Wagner G.J., Wang E., Shepherd R.W. New approaches
for studying and exploiting an old protuberance, the
plant trichome // Annals Bot. 2004. V. 93. Is. 1. P. 3—
11.

https://doi.org/10.1093 /aob/mch011

Levin D.A. The role of trichomes in plant defense //
The Quarterly Rev. Biol. 1973. V. 48. Is. 1. Part 1. P. 3—
15.

https://doi.org/10.1086/407484

Huttunen P., Kirkkdiinen K., Loe G. et al. Leaf tri-
chome production and responses to defoliation and
drought in Arabidopsis lyrata (Brassicaceae) // An-
nales Bot. Fennici. 2010. V. 47. Is. 3. P. 199—-207.
https://doi.org/10.5735/085.047.0304

Karabourniotis G., Papadopoulos K., Papamarkou M.,
Manetas Y. Ultraviolet-B radiation absorbing capacity
of leaf hairs // Physiol. Plantarum. 1992. V. 86. Is. 3.
P. 414—418.
https://doi.org/10.1111/j.1399-3054.1992.tb01337.x



1328

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

IIIBAYKO u ap.

Johnson H.B. Plant pubescence: An ecological per-
spective // The Bot. Rev. 1975. V. 41. Is. 3. P. 233—258.
https://doi.org/10.1007/BF02860838

Karabourniotis G., Liakopoulos G., Nikolopoulos D.,
Bresta P. Protective and defensive roles of non-glandu-
lar trichomes against multiple stresses: structure—
function coordination // J. Forestry Res. 2020. V. 31.
Is. 1. P. 1—12.
https://doi.org/10.1007/s11676-019-01034-4

Gutierrez-Alcala G., Gotor C., Meyer A.J. et al. Gluta-
thione biosynthesis in Arabidopsis trichome cells //
Proc. Nat. Acad. Sci. USA. 2020. V. 97. Is. 20.
P. 11108—11113.

https://doi.org/10.1073 /pnas.190334497

Salt D.E., Prince R.C., Pickering 1.J. et al. Mechanisms
of cadmium mobility and accumulation in Indian
mustard // Plant Physiol. 1995. V. 109. P. 1427—1433.
https://doi.org/10.1104/pp.109.4.1427

Dominguez-Solis J.R., Lopez-Martin M.C., Ager FJ.
et al. Increased cysteine availability is essential for cad-
mium tolerance and accumulation in Arabidopsis
thaliana // Plant Biotechnol. J. 2004. V. 2. Is. 6.
P. 469—476.
https://doi.org/10.1111/j.1467-7652.2004.00092.x

Vendramin E., Pea G., Dondini L. et al. A unique mu-
tation in a MYB gene cosegregates with the nectarine
phenotype in peach // PLoS One. 2014. V. 9. Is. 3.
P. 1-13.

https://doi.org/10.1371 /journal.pone.0090574

Pezanosa T.A., Copoxonydoe B.H., Koaecnuxoe /1.A.
Mopdonorndyeckas kinaccupukanuss TpuxoM Ribes
americanum Mill. (Grossulariaceae) // Hay4. Bemo-
moctu. 2010. Beim. 11. Ne 9(80). C. 5—10.

Kysneuyosa T.A. AnantalilmoOHHbIE U3MEHEHMUSI JINCTO-
BOIi moBepXHOCTU Ribes nigrum L. B 3aBUCUMOCTH OT
pa3IMYHbIX yCJIOBUI BogoobecniedeHHOCTH // Hayu.
BemoMoctu. 2015. Beim. 31. Ne 9(206). C. 29—36.

Kymaxosa T'.X., Boponkos A.C., bawabosa A.B., Pabuen-
ko0 A.C. MopdodyHKIIMOHaIbHAS XapaKTepUCTUKA JI1-
cTheB U 1U1000B Maloideae (Rosaceae). MukpocTpyk-
Typa HNOBEPXHOCTHBIX TKaHeil // Tp. 1Mo npukiagHoi
boTaHuKe, reHeTuke U cenexkuuu. 2019. T. 180. Ne 1.
C. 105—112.

https://doi.org/10.30901,/2227-8834-2019-1-105-112

Hukonaenko B.B. AHaTOMO-MOpP(OJIOTUYECKHE OCO-
OEHHOCTM Pa3BUTUS JIUCTOBOTO arrmapara JaeKopa-
TUBHOM 3eMJISHUKM TIOJ BJIIMSIHUEM OKpYXKarolleit
cpenbl // Y4. 3an. KpsiMckoro ¢enepaibHOro yH-Ta
uM. B.U. Bepranckoro. 2010. T. 23(62). Ne 2. C. 131—
141.

Wang Y., Zhao M.Y., Xu Z.D. et al. Cloning and expres-
sion analysis of TTG1 gene related to Rosa rugosa tri-
chomes formation // Am. J. Plant Sci. 2019. V. 10.
P. 265-275.

https://doi.org/10.4236/ajps.2019.1020

Maiicmpenko O.U. UneHTHOUKAINSI W TOKAIN3AIIHST
Te€HOB, KOHTPOJIMPYIOIINX OITyIIIEHWE JIMCTa MOJIO-

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

IBIX paCTeHWM MATKOM mieHunsl // IeHetnka. 1976.
T.12. Ne 5. C. 5—15.

Arbuzova V.S., Efremova T.T., Laikova L.I. et al. The
development of precise genetic stocks in two wheat
cultivars and their use in genetic analysis // Euphytica.
1996. V. 89. P. 11—15.

Korzun V., Malyshev S., Pickering R.A., Borner A.
RFLP mapping of a gene for hairy leaf sheath using a
recombinant line from Hordeum vulgare L. X Hordeum
bulbosum L. cross // Genome. 1999. V. 42. Is. 5.
P. 960—963.

https://doi.org/10.1139/g99-021

Taketa S., Chang C.L., Ishii M., Takeda K. Chromo-
some arm location of the gene controlling leaf pubes-
cence of a Chinese local wheat cultivar “Hong-mang-
mai” // Euphytica. 2002. V. 125. P. 141—147.
https://doi.org/10.1023/A:1015812907111

Dobrovolskaya O., Pschenichnikova T.A., Arbuzova V.S.
et al. Molecular mapping of genes determining hairy
leaf character common wheat with respect to other
species of the Triticeaec // Euphytica. 2007. V. 155.
P. 285-293.
https://doi.org/10.1007/s10681-006-9329-7

Pshenichnikova T.A., Doroshkov A.V., Simonov A.V.
et al. Diversity of leaf pubescence in bread wheat and
relative species // Genet. Resour. Crop. Evol. 2017.
V. 64. P. 1761—1773.
https://doi.org/10.1007/s10722-016-0471-3

Glas J.J., Schimmel B.C.J., Alba J.M. et al. Plant glan-
dular trichomes as targets for breeding or engineering
of resistance to herbivores // Int. J. Mol. Sci. 2012.
V. 13. P. 17077—17103.

https://doi.org/10.3390/ijms 131217077

Tissier A. Glandular trichomes: what comes after ex-
pressed sequence tags // The Plant J. 2012. V. 70.
P. 51-68.
https://doi.org/10.1111/j.1365-313X.2012.04913.x

Wagner G.J. Secreting glandular trichomes: more than
just hairs // Plant Physiol. 1991. V. 96. P. 675—679. doi
0032-0889/91/96/0675/05/%$01.00/0

Schilmiller A.L., Last R.L., Pichersky E. Harnessing
plant trichome biochemistry for the production of
useful compounds // The Plant J. 2008. V. 54. P. 702—
711.
https://doi.org/10.1111/j.1365-313X.2008.03432.x

Zhang H., Wu K., Wang Y. et al. A WUSCHEL-like
homeobox gene, OsWOX3B responses to NUDA/GL-1
locus in rice // Rice. 2012. V. 5(30). P. 1-10.
https://doi.org/10.1016/j.ab.2012.03.030

Bergau N., Bennewitz S., Syrowatka F. et al. The devel-
opment of type VI glandular trichomes in the cultivat-
ed tomato Solanum lycopersicum and a related wild
species S. habrochaites // BMC Plant Biology. 2015.
V.15. P. 1-15.
https://doi.org/10.1186/s12870-015-0678-z

Bennewitz S., Bergau N., Tissier A. QTL mapping of
the shape of type VI glandular trichomes in tomato //

TEHETUMKA TtoMm 56 Ne 11 2020



44,

45.

46.

47.

48.

49.

50.

S1.

52.

53.

54.

55.

56.

57.

TPUXOMBI ¥ BBICIIUX PACTEHUM

Frontiers Plant Sci. 2018. P. 1—12.
https://doi.org/10.3389/fpls.2018.01421

Kellogg A.A., Branaman T.J., Jones N.M. et al. Mor-
phological studies of developing Rubus prickles sug-
gest that they are modified glandular trichomes //
Botany. 2011. V. 89. Ne 4. P. 217—-226.
https://doi.org/10.1139/b11-008

Wang D.-J., Zeng J.-W., Ma W.-T. Morphological and
structural characters of trichomes on various organs of
Rosa roxburghii // HortScience. 2019. V. 54. Is. 1.
P. 45-51.
https://doi.org/10.21273/HORTSCI13485-18

Duskcoepeep KA. Tmenuusl. M.; JI.: Orus, 1935.
C. 202-203.

Jopowkos A.B., ITwenuunuxoea T.A., Aponnurog /1. A.
AHanu3 ocobeHHOcTeit MopdOJIoOTMM M HacJiemoBa-
HUSI ONYIISHUS JIUCTA MIIeHULbI Triticum aestivum L.
C TTIOMOIIBIO KOMITBIOTEPHEIX METOIOB (he HOTUIIUPO-
BaHus // l'enetuka. 2011. T. 47. Ne 6. C. 836—841.

Genaev M.A., Doroshkov A.V., Pshenichnikova T.A.
et al. Extraction of quantitative characteristics describ-
ing wheat leaf pubescence with a novel image-process-
ing technique // Planta. 2012. V. 236. P. 1943—1954.
https://doi.org/10.1007 /s00425-012-1751-6

Sears E.R. Nullisomic analysis in common wheat //
Am. Nat. 1953. V. 87. P. 245-252.

Korzun V., Malyshev S., Kartel N. et al. A genetic link-
age map of rye (Secale cereale L..) // Theor. Appl. Gen-
et. 1998. V. 96. P. 203—208.

Doroshkov A.V., Afonnikov D.A., Dobrovolskaya O.B.,
Pshenichnikova T.A. Interactions between leaf pubes-
cence genes in bread wheat as assessed by high
throughput phenotyping // Euphytica. 2016. V. 207.
Is. 3. P. 491-500.
https://doi.org/10.1007/s10681-015-1520-2

Franckowiak J.D. Revised linkage maps for morpho-
logical markers in barley, Hordeum vulgare // Barley
Genet. Newsl. 1997. V. 26. P. 9-21.

Lundgqvist U.J., Franckowiak D., Konishi T. New and
revised descriptions of barley genes // Barley Genet.
Newsl. 1997. V. 26. P. 22—-516.

Devos K.M., Atkinson M.D., Chinoy C.N. et al. Chro-
mosomal rearrangements in the rye genome relative to
that of wheat // Theor. Appl. Genet. 1993. V. 85.
P. 673—680.

https://doi.org/10.1007/BF00225004

Yu Z. H., McCouch S.R., Tanksley S.D. et al. Associa-
tion of morphological and RFLP markers in rice (Ory-
za sativa L.) // Genome. 1995. V. 38. P. 566—574.
https://doi.org/10.1139/g95-073

Wang D., Sun S.-X., Gao E-Y. et al. Mapping a rice gla-
brous gene using simple sequence repeat markers //
Rice Sci. 2009. V.16. P. 93—-98.
https://doi.org/10.1016/S1672-6308(08)60063-3

Li W, Wu J., Weng S. et al. Characterization and fine
mapping of the glabrous leaf and hull mutants (g/7) in
rice (Oryza sativa L.) // Plant Cell Rep. 2010. V. 29.

TEHETUKA Ttom 56 Ne 11 2020

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

1329

P. 617—627.
https://doi.org/10.1007/s00299-010-0848-2

Stein N., Prasad M., Scholz U. et al. A 1000-loci tran-
script map of the barley genome: new anchoring points
for integrative grass genomics // Theor. Appl. Genet.
2007. V. 114. P. 823—839.

https://doi.org/10.1007 /s00122-006-0480-2

LiJ., Yuan Y., Lu E., Yang L. Glabrous Rice 1, encod-
ing a homeodomain protein, regulates trichome devel-
opment in rice // Rice. 2012. V. 5. Is. 32. P. 1-10.
https://doi.org/10.1186/1939-8433-5-32

Zeng Y.H., Zhu Y.S., Lian L. et al. Genetic analysis and
fine mapping of the pubescence gene GL6 in rice
(Oryza sativa L.) // Chin. Sci. Bull. 2013. V. 58.
P. 2992—-2999.
https://doi.org/10.1007/s11434-013-5737 -y

Hamaoka N., Yasui H., Yamagata Y. et al. A hairy-leaf
gene, BLANKET LEAF, of wild Oryza nivara increas-
es photosynthetic water use efficiency in rice // Rice.
2017. V. 10. P. 1—11.
https://doi.org/10.1186/s12284-017-0158-1

Moose S.P., Lauter N., Carison S.R. The maize macro-
hairless1 locus specifically promotes leaf blade macro-
hair initiation and responds to factors regulating leaf
identity // Genetics. 2004. V. 166. Is. 3. P. 1451—1461.

https://doi.org/10.1534/genetics.166.3.1451

Devos K M., Chao S., Li Q.Y. et al. Relationship be-
tween chromosome 9 of maize and wheat homeolo-
gous group 7 chromosomes // Genetics. 1994. V. 138.
P. 1287—1292.

Vernoud V., Laigle G., Rozier F. et al. The HD-ZIP IV
transcription factor OCL4 is necessary for trichome
patterning and anther development in maize // The
Plant J. 2009. V. 59. P. 883—894.
https://doi.org/10.1111/j.1365-313X.2009.03916.x

Ahn S., Tanksley S.D. Comparative linkage maps of
the rice and maize genomes // Proc. Natl Acad. Sci.
USA. 1993. V. 90. P. 7980—7984.

Payne C.T., Zhang FE, Lloyd A.M. GL3 encodes a
bHLH protein that regulates trichome development in
arabidopsis through interaction with GL1 and TTG1 //
Genetics. 2000. V. 156. Is. 3. P. 1349—1362.

Zhang F. A network of redundant bHLH proteins func-
tions in all TTG1-dependent pathways of Arabidopsis //
Development. 2003. V. 130. Is. 20. P. 4859—4869.
https://doi.org/10.1242/dev.00681

Nesi N., Debeaujon 1., Jond C. et al. The TT8 gene en-
codes a basic helix-loop-helix domain protein re-
quired for expression of DFR and BAN genes in Ara-
bidopsis siliques // The Plant Cell. 2000. V. 12. Is. 10.
P. 1863—1878.

https://doi.org/10.1105/tpc.12.10.1863

Baudry A., Heim M.A., Dubreucq B. et al. TT2, TTS,
and 7T7TGI synergistically specify the expression of
BANYULS and proanthocyanidin biosynthesis in
Arabidopsis thaliana // The Plant J. 2004. V. 39. Is. 3.
P. 366—380.
https://doi.org/10.1111/j.1365-313X.2004.02138.x



1330

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

IIIBAYKO u ap.

Maes L., Inze D., Goossens A. Functional specializa-
tion of the TRANSPARENT TESTA GLABRAI net-
work allows differential hormonal control of laminal
and marginal trichome initiation in Arabidopsis rosette
leaves // Plant Physiology. 2008. V. 148. Is. 3. P. 1453—
1464.

https://doi.org/10.1104/pp.108.125385

Walker A.R., Davison P.A., Bolognesi-Winfield A.C.
etal. The TRANSPARENT TESTA GLABRAI locus,
which regulates trichome differentiation and anthocy-
anin biosynthesis in Arabidopsis, encodes a WD40 re-
peat protein // The Plant Cell. 1999. V. 11. Is. 7.
P. 1337—1349.

https://doi.org/10.1105/tpc.11.7.1337

Pattanaik S., Patra B., Singh S.K., Yuan L. An over-
view of the gene regulatory network controlling tri-
chome development in the model plant, Arabidopsis //
Frontiers Plant Sci. 2014. P. 1-8.
https://doi.org/10.3389/fpls.2014.00259

Brueggemann J., Weisshaar B., Sagasser M. A WD40-
repeat gene from Malus X domestica is a functional ho-
mologue of Arabidopsis thaliana TRANSPARENT
TESTA GLABRA1 // Plant Cell Rep. 2010. V. 29. Is. 3.
P. 285—-294.
https://doi.org/10.1007/s00299-010-0821-0

Sompornpailin K., Makita Y., Yamazaki M. et al. A
WD-repeat-containing putative regulatory protein in
anthocyanin biosynthesis in Perilla frutescens // Plant
Mol. Biol. 2002. V. 50. P. 485—495.
https://doi.org/10.1023/A:1019850921627

Humphries J.A., Walker A.R., Timmis J.N., Orford S.J.
Two WD-repeat genes from cotton are functional ho-
mologues of the Arabidopsis thaliana TRANSPARENT
TESTA GLABRAI (TTGI) gene // Plant Mol. Biol.
2005. V. 57. P. 67-81.

https://doi.org/10.1007 /s11103-004-6768-1

Dressel A., Hemleben V. Transparent testa glabra 1
(TTGI) and TTGIl-like genes in Matthiola incana
R. Br. and related Brassicaceae and mutation in the
WD-40 motif // Plant Biol. 2009. V. 11. P. 204—212.
https://doi.org/10.1111/j.1438-8677.2008.00099.x

Carey C.C., Strahle J.T., Selinger D.A., Chandler V.L.
Mutations in the pale aleurone colorl regulatory gene
of the Zea mays anthocyanin pathway have distinct
phenotypes relative to the functionally similar
TRANSPARENT TESTA GLABRA I gene in Arabidop-
sis thaliana // Plant Cell. 2004. V. 16. P. 450—464.
https://doi.org/10.1105/tpc.018796

Vetten de F.N., Quattrocchio J., Mol R., Koes R. The
anl1locus controlling flower pigmentation in petunia
encodes a novel WD-repeat protein conserved in
yeast, plants, and animals // Genes Dev. 1997. V. 11.
P. 1422—1434.

Sun B., Zhu Z., Liu R. et al. TRANSPARENT TESTA
GLABRAI (TTGI) regulates leaf trichome density in
tea Camellia sinensis // Nordic J. Botany. 2020. V. 38.
Is. 1. P. 1-10.

https://doi.org/10.1111/njb.02592

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91

Huang X., Yan H., Zhai L., Yi Y. GLABROUS1 from
Rosa roxburghii Tratt regulates trichome formation by
interacting with the GL3/EGL3 protein // Gene.
2019. V. 692. P. 60—67.
https://doi.org/10.1016/j.gene.2018.12.071

Liu S., Tian N., Li J. et al. Isolation and identification
of novel genes involved in artemisinin production from
flowers of Artemisia annua using suppression subtrac-
tive hybridization and metabolite analysis // Planta
Medica. 2009. V. 75. Is. 14. P. 1542—1547.
https://doi.org/10.1055/s-0029-1185809

Wang S., Wang J.-W., Yu N. et al. Control of plant tri-
chome development by a cotton fiber MYB gene //
The Plant Cell. 2004. V. 16. P. 2323—2334.
https://doi.org/10.1105/tpc.104.024844.1

Wang Z., Yang Z., Li F. Updates on molecular mecha-
nisms in the development of branched trichome in
Arabidopsis and non-branched in cotton // Plant Bio-
technol. J. 2019. V. 17. P. 1706—1722.
https://doi.org/10.1111/pbi.13167

Wang M., Wang P, Tu L. et al. Multi-omics maps of
cotton fibre reveal epigenetic basis for staged single-
cell differentiation // Nucl. Acids Res. 2016. V. 44.
P. 4067—4079.

Zhang F, Zuo K., Zhang J. et al. An L1 box binding
protein, GbML1, interacts with GbMYB25 to control
cotton fibre development // J. Experim. Bot. 2010.
V. 61. P. 3599—3613.

Li Q., Cao C., Zhang C. et al. The identification of Cu-
cumis sativus Glabrous 1 (CsGL 1) required for the for-
mation of trichomes uncovers a novel function for the
homeodomain-leucine zipper I gene // J. Experim.
Bot. 2015. V. 66. Is. 9. P. 2515—-2526.
https://doi.org/10.1093/jxb/erv046

Liu X., Ezra B., Cai Y., Ren H. Trichome-related mu-
tants provide a new perspective on multicellular tri-
chome initiation and development in cucumber (Cu-
cumis sativus L.) // Front. Plant Sci. 2016. V. 7. P. 1-9.
https://doi.org/10.3389/fpls.2016.01187

Cui J.-Y.,, Miao H., Ding L.-H. et al. A new glabrous
gene (csgl3) identifiedin trichome development in Cu-
cumber (Cucumis sativus L.) // PLoS One. 2016. V. 11.
Is. 2. P. 1—-13.

https://doi.org/10.1371 /journal.pone.0148422

Yan X., Zhang X., Lu M. et al. De novo sequencing anal-
ysis of the Rosa roxburghii fruit transcriptome reveals
putative ascorbate biosynthetic genes and EST-SSR
markers // Gene. 2015. V. 561. P. 54—62.
https://doi.org/10.1016/j.gene.2015.02.054

Marks M.D., Feldmann K.A. Trichome development in
Arabidopsis thaliana. 1. T-DNA tagging of the GLA-
BROUSI gene // The Plant Cell. 1989. V. 1. Is. 11.
P. 1043—1050.

https://doi.org/10.2307/3869021

Zhao H., Wang X., Zhu D. et al. A single amino acid
substitution in I11f subfamily of basic helix-loop-helix
transcription factor AtMYCI1 leads to trichome and
root hair patterning defects by abolishing its interac-

TEHETUMKA TtoMm 56 Ne 11 2020



92.

93.

94.

95.

96.

97.

98.

99.

100.

101.

102.

TEHETHUKA

TPUXOMBI ¥ BBICIIUX PACTEHUM

tion with partner proteins in Arabidopsis // J. Biol.
Chemistry. 2012. V. 287. Is. 17. P. 14109—14121.
https://doi.org/10.1074/jbc.M111.280735

Dubos C., Stracke R., Grotewold E. et al. MYB tran-
scription factors in Arabidopsis // Trends in Plant Sci.
2010. V. 15. Is. 10. P. 573—581.
https://doi.org/10.1016/j.tplants.2010.06.005

Heim M.A. The basic helix-loop-helix transcription
factor family in plants: A genome-wide study of pro-
tein structure and functional diversity // Mol. Biol.
Evol. 2003. V. 20. Is. 5. P. 735—747.
https://doi.org/10.1093 /molbev/msg088

Yang D.-L., Yao J., Mei C.-S. et al. Plant hormone jas-
monate prioritizes defense over growth by interfering
with gibberellin signaling cascade // Proc. Natl Acad.
Sci. USA. 2012. V. 109. Is. 19. P. 1192—1200.
https://doi.org/10.1073/pnas.1201616109

Schellmann S., Schnitiger A., Kirik V. et al. TRIPTY-
CHON and CAPRICE mediate lateral inhibition
during trichome and root hair patterning in Arabidop-
sis // The EMBO J. 2002. V. 21. Is. 19. P. 5036—5046.
https://doi.org/10.1093 /emboj/cdf524

Wada T., Tachibana T., Shimura Y., Okada K. Epider-
mal cell differentiation in Arabidopsis determined by a
Myb homolog // CPC. Science. 1997. V. 277. Is. 5329.
P. 1113—1116.
https://doi.org/10.1126/science.277.5329.1113

Wester K., Digiuni S., Geier F et al. Functional diversity
of R3 single-repeat genes in trichome development //
Development. 2009. V. 136. Is. 9. P. 1487—1496.
https://doi.org/10.1242/dev.021733

Morohashi K., Zhao M., Yang M. et al. Participation of
the Arabidopsis bHLH factor GL3 in trichome initia-
tion regulatory events // Plant Physiology. 2007.
V. 145. Is. 3. P. 736—746.
https://doi.org/10.1104/pp.107.104521

Wang S., Chen J.-G. Regulation of cell fate determina-
tion by single-repeat R3 MYB transcription factors in
Arabidopsis // Frontiers Plant Sci. 2014. V. 5. P. 1—12.
https://doi.org/10.3389/fpls.2014.00133

Neer E.J., Schmidt C.J., Nambudripad R., Smith T.F.
Erratum: The ancient regulatory-protein family of
WD-repeat proteins // Nature. 1994. V. 371. Is. 6495.
P. 297-300.

https://doi.org/10.1038/371297a

Gan Y., Liu C., Yu H., Broun P. Integration of cytoki-
nin and gibberellin signalling by Arabidopsis transcrip-
tion factors GIS, ZFPS§ and GIS2 in the regulation of
epidermal cell fate // Development. 2007. V. 134.
Is. 11. P. 2073—208]1.
https://doi.org/10.1242/dev.005017

Zhou Z., Sun L., Zhao Y. et al. Zinc Finger Protein 6
(ZFP6) regulates trichome initiation by integrating
gibberellin and cytokinin signaling in Arabidopsis
thaliana // New Phytologist. 2013. V. 198. Is. 3.
P. 699—-708.

https://doi.org/10.1111 /nph.12211

Ne 11

TOM 56 2020

103.

104.

105.

106.

107.

108.

109.

110.

111.

112.

113.

1331

Englbrecht C.C., Schoof H., Bohm S. Conservation, di-
versification and expansion of C2H2 zinc finger pro-
teins in the Arabidopsis thaliana genome // BMC Ge-
nomics. 2004. V. 5. Is. 1. P. 1—17.
https://doi.org/10.1186/1471-2164-5-39

Maes L., Nieuwerburgh FC.W.V., Zhang Y. et al. Dis-
section of the phytohormonal regulation of trichome
formation and biosynthesis of the antimalarial com-
pound artemisinin in Artemisia annua plants // New
Phytologist. 2011. V. 189. Is. 1. P. 176—189.
https://doi.org/10.1111/j.1469-8137.2010.03466.x

Yoshida Y., Sano R., Wada T. et al. Jasmonic acid con-
trol of GLABRA3 links inducible defense and trichome
patterning in Arabidopsis // Development. 2009. V. 136
Is. 6. P. 1039—1048.
https://doi.org/10.1242/dev.030585

Sun W., Gao D., Xiong Y. et al. An AP2/EREF transcrip-
tion factor, interacts with OsWOX3B and regulates tri-
chome formation in rice // Mol. Plant. 2017. V. 10.
P. 1417—1433.
https://doi.org/10.1016/j.molp.2017.09.0153

Xie Y., Yu X., Jiang S. et al. OsGL6, a conserved AP2
domain protein, promotes leaf trichome initiation in
rice // Biochem. Biophys. Res. Communications.
2020. V. 522. Is. 2. P. 1-8.
https://doi.org/10.1016/j.bbrc.2019.11.125

Chalvin C., Drevensek S., Dron M. et al. Genetic con-
trol of glandular trichome development // Trends in
Plant Sci. 2020. V. 25. P. 477—487.
https://doi.org/10.1016/j.tplants.2019.12.025

Ewas M., Gao Y., Wang S. et al. Manipulation of SIMXI
for enhanced carotenoids accumulation and drought
resistance in tomato // Sci. Bull. 2016. V. 61. Is. 18.
P. 1413—1418.

https://doi.org/10.1007 /s11434-016-1108-9

Xu J., Herwijnen Z.0.V, Droger D.B. et al. SIMYCI reg-
ulates type VI glandular trichome formation and ter-
pene biosynthesis in tomato glandular cells // The
Plant Cell. 2018. V. 30. Is. 12. P. 2988—3005.
https://doi.org/10.1105/tpc.18.00571

Yang C., Li H., Zhang J. et al. A regulatory gene induces
trichome formation and embryo lethality in tomato //
Proc. Natl Acad. Sci. USA. 2011. V. 108. Is. 29.
P. 11836—11841.

https://doi.org/10.1073 /pnas.1100532108

Chang J., Yu T., Yang Q. et al. Hair, encoding a single
C2H?2 zinc-finger protein, regulates multicellular tri-
chome formation in tomato // Plant J. 2018. V. 96.
Is. 1. P. 90—102.

https://doi.org/10.1111 /tpj.14018

Tominaga-Wada R., Ishida T., Wada T. New insights
into the mechanism of development of Arabidopsis
root hairs and trichomes // Intern. Rev. Cell and Mol.
Biol. 2011. V. 286. P. 67—106.
https://doi.org/10.1016/B978-0-12-385859-7.00002- 1



1332 IIIBAYKO u ap.

Higher Plants Trichomes: Homologous Series
in Hereditary Variability and Molecular Genetic Mechanisms

N. A. Shvachko* *, T. V. Semilet*, and N. G. Tikhonova“*
4 Federal Research Center N.I. Vavilov All-Russian Institute of Plant Genetic Resources, St. Peterburg, 190000 Russia
*e-mail: n.shvachko@vir.nw.ru

Trichomes diversity is extremely large in the plant kingdom: this is the pubescence of leaves and glumes in
cereals, fruits and petioles in fruit plants, thorns in rose and cucumber, hairs on Drosera leaves or cotton fi-
bers. Trichomes vary in shape, size, structure, location, capability to secrete, etc. All trichomes share com-
mon basic function — protecting plants from various biotic and abiotic factors. Artificial selection sometimes
works against the development of trichomes. For example, in the selection of fruit trees, preference is given
to that with smooth fruits. Among wild species, intraspecific variability on the presence/absence of trichomes
was also detected. The aim of this review is to compare the mechanisms of trichomes formation in different
species in order to estimate extension of homologous series in hereditary variability within different taxa. Data
on the morphology of trichomes are summarized. Data on genes determining variability are compared, or-
thologous genes are revealed. Comparison with data on gene networks involved in the development of tri-
chomes indicates that, despite the common molecular mechanisms of trichome development in all higher
plants, mutations of different components of this gene network confer observed variability within different
taxa.

Keywords: trichomes, monocotyledons, dycotyledonae, genes, gene networks.
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