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Jlexuuda 1. MoaeabHbIe 00LeKTHI H TeHOMBI

Apaduaoncuc Kak MoJaeJbHbIN 00beKT

HcTtopust OTKpBITUS:

e 1577 r. — HaiineHo B ropax Xapua u onucato BpauoM Morannom Tanem kak Pilosella
siliquosa (pacTeHue ¢ OMyIIEHHBIMU JTUCTHSIMH U CTPYUYKaMH )

e 1753 r. — Kapn Jlunnedr nan HOBOoe Ha3zBanue — Arabis thaliana L. (Pe3yxoBuaka
Taust)

e 1842 r. — I'ycra I'efinxonba mepeHEC pacTeHUe B HOBBIN poxa — Arabidopsis thaliana
(L.) Heynh.
CucremMaT4ecKoe MOJI0KEHUE:

e Ortaen [lokpeiTocemennsie, mn LiBeTkoBbie (Angiospermae, Magnoliophyta)
e JIBynosnpnbie (Eudicots) Eurosids 11
o [lopsnok Kamycrouernsie (Brassicales) — 15 cemelicTs
e CewmeiictBo Kpecronernsie, uinn Kamycrasie (Cruciferae, Brassicaceae) — 372 pona
e Pox Apabupornicuc, nuinu Pesyxouaka (Arabidopsis) — 11 BugoB
o Bun Pesyxosunka Tanst — Arabidopsis thaliana (L.) Heynh
D10 pacreHus-3geMepbl — TPABIHUCTBIE OJHOJETHUE PACTEHUS C KOPOTKUM
BEreTAllMOHHBIM TEPUOJOM. 3a OYEeHb HENPOJODKUTEIHHOE BpeMs (MECSII-IIoJITOpa)
MPOXOJST TOMHBIA IUKJI CBOETO Pa3BUTHUS 0 ceMsH. Bcrpewaercs B Mectax oOWUTaHUS, TIE
€CTh HapYILIECHUs TPABSHOT'O MOKPOBA. Takue pacTeHUs] HHTEHCUBHO Pa3BUBAIOTCS, IIBETYT U
JAIOT TUTOJBI BO BIIAXKHBIM TEepuoJa (paHHEW BECHOW WJIM TO3IHEH OCEHBIO) U TOJHOCTHIO
OTMHPAIOT B IEPUOJ JICTHEH 3aCyXH.
Hukonaii MBaHOBMY BaBWJIOB BBIAENMII OCHOBHBIE NPHU3HAKH, KOTOPBIMHU JOJIKHBI
o0Janath pacTeHus AJid TeHEeTUYECKUX UCCIIeI0BaHUM:
® KOpPOTKHUU MEPUO]] BEreTalluu
e ceMeHa 0e3 rmepro/a Mokos (B yCIOBHIX JTaOOPaATOPUH )
® pACTyT B OOBIYHBIX YCIOBUAX
® XOpOIIIO 3aMETHbIE TPU3HAKU
® BO3MOXKHOCTb JIUTUTEILHOTO CKPEUIMBaHUS (JIyUllle — KPYITHbIE LIBETKH )
® MaJioe YUCIIO XPOMOCOM
e (QombIIoe pazHOOOpa3ue pac
Jlnst moncka «00TaHMYECKOU Tpo30¢uiibly BaBUIOB OTHpaBMII SKCIIEAUIINIO, B OTYETE
KOTOpOW apaOuIOICUC BIEPBBIC YIIOMUHAETCS KaK OJUH U3 MEPCIEKTHBHBIX OOBEKTOB IS
T€HETUKU pacTeHuil. Benrepckuii uccinenosarens ['eopr Penelr nepBeIM CTal UCIOJIB30BATh
apabuaorncuc Kak MoJenbHbIH 00bekT. Maptun Kopued mnpomomkun paboty ¢
apabua0ICcucoM, TOCTPOMJ T€HETUYECKYI0 KapTy ¢ 76 T€HaMH, YTO MOJIOXKHIJIO OCHOBY ISt
BBIBE/ICHUS HOBBIX JINHUH.
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Yniaynple MyTanuu OBIBaET CIIOKHO COXPAHUTh BETETATUBHBIM Pa3MHOKEHHEM
(manmexo He Bce MyTaHTHI GepTriIbHbI). [Tocie KOpOoTKOTO ce30Ha BereTaluu y apaduaoncuca
HACTyTaeT MPOrpaMMHpPOBaHHAs THOETh pacTeHus. [1o3ToMy aisi CpaBHEHUS HCHOJB3YIOT
pacteHus u3 OJM3KUX POIOB:

° Arabis — MHOTI'OJICTHHK. I/I3yquI/Ie I'CHOB, OTBCYAIOIIMX 3a MHOI'OJICTHOCTH H

COXpaHECHHE B TCUYCHHUE 3UMBI.

o Thelungiella halophila — ranoduT, cnoco6eH NEPEHOCUTH BHICOKHE YPOBHU 3aCOJICHUS

MoYBHL. V3yueHne reHoB, KOTOPBIE 00ECIEUYNBAIOT COICYCTONYNBOCTD

PesynbraThl, mONydYeHHBIE Ha apaOWIONCHCE, MOXKHO SKCTPAIloJUpOBaTh Ha
NPOMBIIIJICHHBIE ~ KPECTOIBETHBIC  (parc, Kamycra) Ui TOJYYeHUS TeHETHYEeCKU
MOIU(PHUIIMPOBAHHBIX PACTCHUH C HOBBIMH XO3SIHICTBEHHO Ba)KHBIMH CBOWCTBAMH.

I'enombI pacTrenuit

e SlnepHblii (MMHEHHBIE XPOMOCOMBI) — CaMblil KpYyIHBIA. Pazmep simepHoro renoma He
3aBUCUT OT 00pa3a >KM3HU pacTEeHHUs M CHIBHO BapbHpYET JaKe B IpeJeNax OJHOTrO
ceMeiicTBa. Y apaOuzgoncuca HeOOobIIoi pa3mep siaepHoro reHoma 135 Mb — okono
25 000 reHos.

e IlnacTuaHblii (KOJIBIICBOW) — CTAHIAPTHBIM, YCTPOCH IO TPOKAPUOTHUECKOMY
IPUHLMITY, JIOKaJM30BaH B XJOpoIulacTaX. B 3en€HbIX YacTAX pacTeHus OH
npeoliagaer.

e MuToXoHApPHAIbHBI (KOJBIIEBOW) — IMMPOKO BAPHUPYETCS IO pazMepy
pacTyT

MexBuaoBasi ruOpuau3anus U NOJIUIIOUIUS

MexBuaoBas THOpUAM3aLMS OUYEHb IIMPOKO pacrpocTpaHeHa. MHOrue KyJabTypHBIE
pacTeHus He BCTpevaroTcsl B MPUPO/Ie (CIMBa TOMAIIHSS MPOUCXOANUT OT CKpellMBaHus TEpHA
U albluM; 3€MJSIHMKA aHaHacHas; MiueHuua). Ho He TOJNBKO KyJIbTYpHBIE PAaCTEHUS MOTYT
00pa30BbIBATh MEKBUIOBbIE THOPHIBI (HAIPHUMED, MACTYIIbS CYMKa).

MexBuoBass THOpUAM3ALMs TO3BOJISIET PE3KO YBENIMYHTH 00BEM TeHoma. [lanee
IIPOUCXOJUT SBOJIIOLMS, HEHYKHBIE IT0CJIEI0BATEIbHOCTH TOCTENIEHHO TEPSIFOTCS.

Mommnuouau3zanus — 3TO yBeJlWueHHe uncia xpomocoM u konuuectBa JIHK. Ona
O0COOCHHO BaXKHAa JMJII PACTEHUHM, KOTOpPbIE Pa3MHOXKAIOTCS BEreTaTUBHO (HANpumep,
OecceMsHHbIE OaHaHBI, TUICHHUK phikUil). [lonunmoniHeie pacTeHHsI MOTYT COXpPaHSATh CBOU
MPU3HAKU B TEUEHHUE MHOTHUX JIET.

PerpodiieMeHTBI B reHOMe pacTeHHH

3HAYUTEIBHYIO YacTh T'€HOMa DPACTCHMH 3aHMMAIOT peTpodieMeHTsl (puc. 1.1). ¥V
HEKOTOPBIX pacTeHUH BIOOABOK €CTh peTpoTpaHcmo3oHbl — ydactku JIHK, cmocoGnbie
nepeMeniaTbcsi o reHomy. I[IpuToM OHHU J€nar0T 3TO HE CaMH, a Yepe3 MPOMEKYTOUHbBIE
MOJIEKYJIBI.
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

Solanum lycopersicum Petunia axillaris Nicotiana tomentosiformis
(2n=24;059 Gb) (2n=14;1.4Gb) (2n=24; 2.4 Gb)
0.6% 2.3%

II 4.3%

0.9%
B Genes and regulatory sequences
B DNA transposon

52%

B Non-LTR retroelements (SINES, LINES)

B Others (satellites, unkown, low complexity)

m LTR retroelements

Retrotransposons

Puc. 1.1. Pemposnemenmol 6 cocmage eeHoMa pacmeHuil

Perporpancno3onsl pyHKIIMOHUPYIOT MO MEXaHU3MY «copy/paste». CHadana ¢ HHX
cunthiBaetcsi MPHK, a 3atem B Xx0o1e 0OpaTHOM TPAaHCKPHUIIIIMH TI0 €€ «I1abIoHy» 00pa3yroTcs
¢parmenter  JIHK, waeHTHYHBIE W3HAYAJIBHBIM PETPOTPAHCIIO30HAM, KOTOPHIE 3aTeM
BCTaBJISIIOTCS B HOBOE MeCTO TeHoMma. To ecTb 3T 3JeMEeHThl caMu ce0si pa3MHOXKAIOT U
o0ecreunBaroT HauOOJIBITYI0 BapuadeIbHOCTh TeHoMa (puc. 1.2).

Formation of
Ribonucleoprotein complexes

Reverse
@ Transcription
Transcription (Q

& Translation
( Integration

o gl 2nsP° wr‘s\
e

Puc. 1.2. JKuznennwlii yuxi pempompancno3ona

PeTposneMeHThl CUHTE3UPYIOT OENIOK, KOTOPBI MMEET JOMEHBI C YETHIPbMS pa3HBIMU
(byHKIUAMU (AKTUBHOCTSIMH ):
e JIHK-cBs3biBaromas (Gag)
e nporeonutuyeckas (Prot)
¢ osHnoHykieazHas (Endo)
e PHKa3snas, mim ¢ynkius oopatHoit Tpanckpurnmu (RTRNaseH)
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Jlng Toro, 4toOBl HE TMOTEPATh T'€HETUYECKYI0 HMH(OpPMAINIO, PETPOIIEMEHTHI
OKPYXEHBI MPSIMBIMH KOHIIEBHIMU TOBTOpPaMH. B 3aBHCHUMOCTM OT MX AJUHBI Pa3IUYyaiOT
HECKOJIBKO THUIIOB PETPOTPAHCIIO30HOB:

e LINEs (Long Interspersed Nuclear Elements) — niuHHBIE, C KOHIIEBEIMU TTOBTOPAMH,
aBToHOMHBIE (0KO0JI0 7000 map ocHOBaHUH, T.€. 7kb)

e SINEs (Short Interspersed Nuclear Elements) — xopotkue, HeaBToHOMHBIE (50-500
bp). benok camMu He KOIUPYIOT, @ UCTIOIB3YIOT €r0 OT AKTUBHBIX PETPOITIEMEHTOB.

ITo mepe ob6paTHoit Tpanckpunimu B JIHK BozHukarot ommbku. bonsimas ynaga, ecim
B TIpOIIECCE pEeIUIMKAalMK W pacnpocTpaHeHuss B HoBble Mecta JIHK mnomanércs HoBas
aKTHUBHAs KONUS PETPOTpaHCIo30Ha. Takum oOpa3zom, Oojbllas 4acThb I'€HOMa 3acopeHa
HEaKTUBHBIMH KOMUSAMHU, KOTOPbIE HE MOTYT C/I€JIaTh MOJHOLIEHHBIN OEJI0K U3-3a MyTallHid.

PerpoTpancno3onsl Moryt coctaBisaTh 10 40% reHoMa MeTyHHM W HAaCUUTHIBATH J0
4,5 THICSIYM IITYK HA TEHOM. B 3aBHCHMOCTH OT MOJOXEHUS WHTErpa3Horo goMeHa (puc. 1.3)
BBIJICTISIIOT JIBA THUIIA:

o Ty3/Gypsy
e Tyl/Copia

&
FSOINT)*™
TR gag PR || RT | RH LTR
FBS L FFT

Puc. 1.3. Ty3/Gypsy u Ty1/Copia snemenmol 6 2eHOMe nemyHuu

PeTpoaneMeHTHI pacmipesiesieHsl T0 BceMy T€HOMY HETYHHH, YacTO COCPEIOTOUCHBI B
OIIpEJICTICHHBIX y4acTKax, BKJIIOYas LEHTPOMEpPHl XpomocoM. /[l Bu3yanuzanmuum uX
pacrpeneneHus: B F’eHOME HCTIONIB3YIOT (hIyOpeCLeHTHbIE 30HIbI.

[leTyHust Takke COAEPKUT KOMUHM BCTABJICHHBIX BHPYCOB, OTHOCSIIUXCA K
napapeTpoBupycaM (BUPYC MO3aMKH LIBETHOW KalyCTbl M BHPYC IPOCBETICHHS >KUJIOK
neryHun). OHu 100aBIISIOT B TeéHOM HOBbIe (yHKIMU. Hampumep, ects OeoK, OTBeUaIOMni
3a TepeMelieHrne W3 KJIETKU B KiIeTKy (puc. 1.4, cunwmii), u Oemok obomouku (puc. 1.4,
3eN€HBIN). Y MeTyHHH IOCTaTOYHO MHOTO 3THX BHUPYCOB, OHH 3aXBaThIBAIOT Pa3HBIE YacTH
TeHOMA M PACIOJIaraloTCs TAK)Ke B IIEPUIIEHTPOMEPHBIX ydacTkax XxpomocoM. K cuacteio mis
HEeTyHNH, aKTHBHBIX KON BUPYCOB TOXKE JOCTATOYHO MAJIO.

Cauliflower mosaic virus, CaMV (8,024 nts)

b _F\_F : :
|

Petunia vein clearing virus, PVCV (7,206 nts)

Y I BN W N l

Puc. 1.4. I'enom napapemposupycog
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Jlukue BHUABI TETYHMH HE COJEp’KaT »J3TUX BHUPYCOB CcOBceM. B mporecce
KYJIbTUBUPOBAHMsI YEJIOBEUECTBO PA3MHOXKAJI0 NETYHUH KaK TEMJIOII0ONBbIM MHOTOJIETHUK. B
pe3yJbTaTe TaKOro BEr€TaTUBHOIO Pa3MHOKEHHS B IETYHUM CTaJIM HAKaIUIMBAThCS BUPYCHI U
e€ TeHoM crail TUOpuAHBIM: OKoJOo 50  y4acTKOB, COAEpXKAaLIMX  BHUPYCHBIE
NOCJIEA0BAaTENbHOCTH, Ha In reHoM. K cuacTplo, TOJIBKO HECKOJIBKO W3 HHX SBIISIOTCS
MOJIHOLICHHBIMU KOIHSIMH.

Kuth Ha BUpyCHOM (hOHE OYEHB TSKEINO, IO3TOMY METYHUS pa3paboTasia MeXaHU3MBI
caitneHcunra. CailJIeHCHMHT (3aMaTYMBaHUE) TEHOB METYHUN aKTUBUPYETCS BUPYCAMH, YTOOBI
KOHTPOJIMPOBATh UX aKTUBHOCTb.

B Mononom Bo3pacte caiisieHCHHT paboTaeT Xopolno. B mporecce crapeHus pacTeHus
9Ta cucreMa ociaabeBaeT, BUPYChl aKTUBHUPYIOTCS, BbI3bIBAs CUMITOMBI MopaxkeHus. Kpome
TOrO, BUPYChl MOTYT OBITh AKTMBMPOBAHBI CTpPECCaMM: 3acyXa, TEIUI0, MEXaHUYEeCKOe
MOBPESXKJICHUE U T.J. Tak, IpH PErysipHOM 0Ope3Ke WM MpU BEIECHUU B KYJIbType In Vitro
yepe3 3 Mecsa cUMITOMBI NosiBIIINCh Y 30% pacTeHMil, a eciii BbIpalluBaTh B TOPIIKE, TO
b y 2-3%.

3a mepuon XIX Beka B T'€HOME METYHUM MOSIBWIIOCH MHOYKECTBO CIEAOB JPYrHX
napapeTpOBUPYCHBIX HHBA3UI U3 APYruX 00BEKTOB (prca, 0aHAHOB, pO3bl, BUHOTPAJa U T.1.),
OJITHAKO MX MOJIHOPa3MEPHBIX (PYHKIMOHAIBHBIX KONUI HE 0OHapyKeHO. DTO O3HAYaEeT, YTO
NETYHUH YEPEHKOBAJIU I'PA3HBIMU MHCTPYMEHTaMM, BUPYCHI MONAJIM B PACTEHUE U 3acCelld B
TeHOME U IIepeIatoTCs U3 MOKOJIEHUS B TOKOJICHHE.

JHK-Tpancno3onbl. CHCTEMAa AaKTHBATOP-AUCCOIHUATOP

PazHooOpazue TNpU3HAKOB TMETYHUH  OOYCJIOBICHO HAalU4YMEeM HE  TOJIBKO
PEIUIMKATUBHBIX, HO M HEPEIUIMKATUBHBIX TpaHcno3oHoB, win JIHK-tpancno3zonoB. OHu
GYHKIIMOHUPYIOT IO MEXAaHU3MY «cut/paste», TO €CTh KOIUS BBIPE3ACTCSI U3 CTApOro MecTa U
nepeMeniaeTcss B HOBOe. Takux 53JIEMEHTOB CPaBHUTEIBHO HEMHOIO, OJHAKO OT WX
AKTUBHOCTH 3aBHCHT MHOXECTBO pa3HbIX MpH3HaKOB HepernkaTuBHBIE TPAaHCIO30HBI HE
MepeMenatoTcs, HO MOTYT aKTUBHUPOBATh WM MOJABIATH AKTUBHOCTD JPYTUX T€HOB.

B 1946 rony bap6apa MakKinunTok oOHapykmia mecra, B KOTOPBIX XPOMOCOMBI
KyKypy3bl 4aCTO pa3jiaMbIBalOTCS. DTOT JIOKYC MOIYy4ns HazBaHue auccounatop. Okazanocs,
YTO JUIsL €ro paboThl HYXKEH akTUBAToOp. braromaps 3ToMy MexaHM3MY BO3HHMKaeT HEcTpas
OKpacka 3€pHOBKM KyKypy3bl. B cocTaBe OTJaMbIBaloOIErocsi IJieya HMEETCs ajuleb,
oOecnieunBaromias KpacHbli okpac 3epHa. Eciam xpomocoma obiomuiiack, TO 3Ta OKpacka
yTpauuBaeTcsi W Kakas-TO 4YacTb TKaHW 3€pPHOBKHM CTaHOBHUTCS Oenoil. Tak kak 3To
reTepo3uroTa, TO BTOpas XpoMocoMa HECET MYTAaHTHYIO ajUlelib OKpacku, Ojarofaps demy
BO3HHMKAET TaKasl MOJI0CATOCTh. TakuM 00pa3oM ObLIO OOHAPYKEHO, YTO TEHOM KYKYPY3HI, a
TaKXKe HEKOTOPBIX JPYI'HMX OOBEKTOB COJCPKHUT IOJABHKHBIE (MOOWUIBHBIC) 3JIEMEHTHI.
AKTHUBaTOp M JHUCCOLMATOP — OJJIEMEHTHl TE€HOMAa, KOTOPHIC BBI3BIBAIOT MEpEMEICHHE
TPaHCIIO30HOB.
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AKTHUBATOp OKPYXEH KOPOTKHUMH WHBEPTHPOBAHHBIMU TMOBTOPAMHU, KOTOPHIE HYKHBI
s toro, ytoObr JIHK wmorna caemate w3 HHX TMETIIO, MPUTOAHYIO IS JallbHEHUIIEH
TpaHcno3uluu. BHyTpH 3akoaupoBaH o1H O€IOK — TpaHCMo3a3a, KOTopasi y3HAET KOHIIEBbIE
MOBTOPBI, 00pE3aeT 1 BCTABIISIET HOBYIO KOIIHIO B Ty ke caMyto nernouky JTHK.

Huccormatop He Hec€r pabouyro TpaHcmosady. OH oOpami€H TepMHUHATHLHBIMU
noBTopamu. Eciaum mpHUCYTCTBYeT akTHUBATOp, TO B KIETKE TMOABISIETCS TPAHCIIO3a3a M
MPOUCXOAUT MEPEMEIICHUE BCEX 3JIEMEHTOB, HAXOASAIMIMXCS MEXAY ABYMsI TEPMHUHAIbLHBIMU
MOBTOpaMH OMpENEIEHHOr0 Tuma. Ecinum akTuBaTropa HET, TO CHUCTEMa TPAHCIO3HUIIMH HE
paboTaeT, Bce MOOUITbHBIC DJIIEMEHTBI OCTAIOTCSI HA CBOMX MECTaX.

TepMuHanbHblE TOBTOPHl HMEIOT TOMOJIOTHIO € TpaHulaMud HMHTpoHOB. Korna
cuutbiBaercs PHK-konus, yyactok, cogepxaiuii TpaHCIIO30H, HAJpE3aeTCsl, U 3TO HUKAK He
oTpakaeTcs Ha fJanbHeimem ¢yakuunonupoBanuun PHK-nipogykTa.

B renome kykypy3bl coaepkutcs 2-4 akTuBaTopa (a MOKET U BOOOIIE HE OBITh) U JI0
50 guccoumatopoB. B 3aBUCHMMOCTH OT TIOJIOKEHHUS JAHHBIX 3JIEMEHTOB MEHSETCA
dbeHoTunnyeckoe nposBieHne. TpaHCTIO30HBI MOTYT PaCIONaraThbCs:

® MEXAy IPOMOTOPOM U KOAMPYIOIIEH YacThio FeHOB. PaccTosiHue MeXly IPOMOTOPOM
MU KOJUPYIOIIEH 4YacThl0 OYEHb CUJIBHO YBEJIMYEHO, YTO MPUBOAMUT K HaAPYLICHUIO
(YHKIIMOHMPOBAHUS T€HOB, KOTOPHIE BCTABICHBI B TPAHCIO30H. M3-3a 3TOr0 MOXKET
HEe 00pa30BBIBATHCS MTOTHOIICHHBIN TPOIYKT.

e BHYTpHU 3k30HA. PHK-mpoaykT Oynmer mpouuTaH, U3 HETO BBIPEIKETCS TPAHCIIO30H,
PHK Oyzer xopomo (yHKIMOHHpPOBATh, 00pa3zyercs HOPMaJbHbBIN OENKOBBIN
MPOJIYKT.

e BHyTpu wuHTpoHa. llocmenoBarensHocTh  OynmeT — yaaieHa, Oenok — Oyner
(GYHKIIMOHUPOBATH HOPMAJBHO.

Pasnple mocnencTBus ans  QYHKIIMOHMPOBAHHMS TE€HAa OyAyT BO3HUKATh TIpU

MEepeMeNIeHINN TPAHCIIO30HA HAa HOBOE MECTO. TpaHCIO30H 3axBaThiBaeT ¢ coboil 1-2
HYKJICOTHIA C KaXI0ro KoHIa, TakuM oopazom JIHK rena HemHOro ykopaunBaercs.

e FEcnu Takas HeOomnblIasi JeNelus CIy4YHSIach MEXKIY MPOMOTOPOM M KOJIUPYIOIIEH

94acTbI0, TO MPOUCXOTUT BOCCTAHOBJICHMHM (PYHKIMHM TeéHAa — Ha MYTaHTHOM (oOHe
BO3ZHUKHYT MSTHA TUKOTO THIIA.

e FEcnu TpaHCIO30H BBIpE3aeTCs U3 9K30HA, TO MIPOUCXOJUT CIBUT PAMKH CUHUTHIBAHUS H
BO3HHUKAET MYyTallds, KOTOpas MPHUBOIUT K HaPYUICHUIO (YHKIHOHUPOBAHUS
0EJIKOBOT0 MPOIYKTA.

e VianeHue TpaHCIIO30HA U3 UHTPOHA OoJiee-MeHee 0e30macHo At PaboTh TEHOB
Takum 006pa3zoM, TPaHCIIO30HBI B 3aBUCIMOCTH OT MX PACIIOJIOXKEHUS MOTYT BBI3BIBATH

pasznu4Hble PEHOTUMTUICCKHUE TPOSIBICHUS

® B KOJUPYIOIIEH YaCcTH — OKpaIlIeHHBIN (OH, OEIIbIe MTPUXU U MATHA

e MEXIy IPOMOTOPOM M KOAMPYIOIICH YacThio — Oelblii (POH, OKpaIlleHHbIE IITPUXU U
ISITHA.
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[IsTHA pa3nMyHON OKpackKh MOTYT BO3HUKATh Ha JIUCTHSIX, JICMIECTKAX MU CEMEHHOU
KOXype. B 3aBUCMMOCTH OT TOro, B KakOW MOMEHT NPOU30LIEN MEPEHOC, OKPACKA MOXKET
MOSIBIISATECS Ha pPasHbIX Tpynmax kinetok (puc. 1.5). Eciu 3To mpow3omuio JocTaTovyHO
MO37HO, TO HAa OCHOBHOM (oHe Oyaer coBceM Majo IITpuxoB. Ecinu mopasblie, TO
HOSABISIOTCS OoJiee KpynHble MsTHA. [locKkobKy mpoliece CHOHTaHHBIN M CTOXaCTUYECKHA, TO
NaTTEepPH OKPACKU He OyJIeT MOBTOPSATHCS

NEET RTEE

C

Puc. 1.5. @opmuposanue paznuunvix naimeHn oKpacku

AKTHBHOCTh TPAHCIIO30HOB 3aBUCHUT OT COCTOSIHUS I'€Ha, B KOTOPBI OHU BCTPOCHBI.
Iloka reH okpacku He BOCTpPeOOBaH, TO W TPAHCIIO30H HEaKTHBEH. HeakTMBHOE COCTOSHUE
XapaKTepu3yeTcs OINpelNe€éHHBIM YPOBHEM METHWJIMPOBAHUS, KPOME TOT'O MOIAM(PHIUPYETCS
XpOMaTuH. /3 HEaKTUBHOIO TPAHCIIO30H MOKET MEPEUTH B KPUITUYECKOE COCTOSHUE, €CIH
OH HaxXxOAWUTCS B y4YacTKE I'€HOMa, KOTOPBIH PEIKO MCIOJb3YeTCs, HaXOOUTCS B COCTaBe
rerepoxpoMaTiHa. UroObl mepeiiTM B aKTUBHOE COCTOSIHME, HY’KHO, YTOOBI 3Ta YacTb
okazayiack BoctpedoBannoi — JIHK mepexonut B opMy 3yXpoMaTrHa, TOHUKAETCS YPOBEHB
METUJIMPOBAHUA U APYTUX MOAM(UKAIMI, a 3aTeM, KOIJla ydyacTOK 3apaboTaeT B IOJHYIO
CHITy, BMECTE€ C HUM aKTHUBUPYETCS M TPAHCIO30H. DTO O3HAYAET, YTO NPHU TPAHCIIOZUIINU
HanOoJsiee TOJBEPKEHbl MYTAIlMsIM AaKTHUBHO paloTaioule YYacTKd, a HepaboTaromue
YYacCTKH, HAalPOTHUB, O0JIee CTAOMIIBHBI.

TepModyBCTBUTENbHBIE TPAHCIIO30HBI MOTYT HCIOJIB30BATHCS JAJIS U3YyUEHHs TE€HOB.
Hx tpancnos3aza mnepectaér paboTaTh NpH IMOBBILEHHON TeMImeparype, 4TO IO3BOJSET
ONpPENIeNIUTh, BCTPOMJICS JIM TPAHCIO30H B KAaKOW-IMOO TeH WM HeT. Tak MOXKHO
IPOrpaMMHUPOBATh HE TOJIBKO OKPACKY, HO U CyJbOy OpraHOB B LIBETKE.

Jlo m300pereHuss MoOJUMEpa3HOW IEMHOW PEaKIWH TPAHCIIO30HBI OBLIM OCHOBHBIM
WHCTPYMEHTOM i KJIOHHUPOBaHWsI TeHOB. JIbBUHBIA 3€B, OOMagaronuii  OONbIINIM
KOJINYECTBOM TPAHCIIO30HOB, OKA3aJICSl OYEHDb YI00HBIM OOBEKTOM MOJIEKYJISIPHOIN OHOJIOTHH.
Apabunoncuc, HecMOTpsi Ha Hanu4re coocTBeHHbIX JJHK-Tpancno3oHoB, He o0nagaer Takoit
aKTUBHOCTBIO, KaK Jpyrue oOBEKTHl, HApUMEp, NETYHUs, JbBUHBIN 3¢B U KyKypy3a. Kpome
TOrO, B OTJIMYUE OT APYruX OOBEKTOB, y apabupaoncuca ci1abo HpeICcTaBICHbI MOBTOPHI B
TEHOME.
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Jlpyrue noBTopsiromecst 3JieMeHTbl TeHOMa

[ToMruMO pETpO3TEMEHTOB U TPAHCIIO30HOB B T'E€HOME PACTEHHUN BCTPEUAIOTCS
cateuuthl, JJHK HU3KOI CII0)KHOCTH U HE IO KOHIIA U3YYEHHbBIE MTOCIIEI0BATEIbHOCTH.

B renome Bcerna cymecTByrOT OBTOPHI.

B temomepax (KOHIIEBBIX Yy4acTKax XpPOMOCOM) O0s3aTE€IbHO JODKHBI HAXOJIUTHCS
MOBTOPSIOUINECS] TEPMHUHAIbHBIE IOCJIEOBATEILHOCTH, IOCKOJIbKY TMpU KOMHUPOBAHUU
XpOMOCOMBI OHa HEMHOTO HE JIOUMTHIBAETCS U MOXET HEMHOro yKopauuBaThcs. Jlyig Toro,
9TOOBI HE TpoNal KaKOW-TO BaXHBIM TE€H, B OTUX YYaCTKaXx HET KOJUPYIOUINX
nocrneaoBarenbHOCTe. [IOBTOPHI MpeaoXpaHsIOT KOHIIBI XPOMOCOM OT AeTpaialiuu

[Ipy pacxoXAeHWH XPOMOCOM K HHM HEOOXOAMMO TMPUKPEIUISTh MHOXECTBO
MUKpPOTpyOOUeK. DTO Ha3bIBaeTCs KHHETOXOPHBIA ydacToK. UTOOBI €ro opraHu3oBarth,
HeoOxoauMo obecnieunTh oHOopoaHy0 JIHK, cocTosmyto u3 moBTOpOB.

I'eHbI M peryJsiTOpHbIE MOCIEA0BATEIHLHOCTH

OTr Tperm [0 UYETBEPTHM TE€HOMAa COCTaBISIIOT T€Hbl U PEryJsTOpPHbIE
nocienoBarenbHOCTH. CxogHble MO (YHKUMHM TE€Hbl OOBEOUHSIOT B MYJbTHI€HHBIE
ceMeiicTBa. ['eHBI B cEeMENCTBE MOT'YT CJIETKa BapbUpOBaTh 110 CTPYKType. IHOrma ceMencTBo
pa3dMBalOT Ha OTAEIbHBIC KJIACCHL. BOJbIIOE YMCIIO CXOAHBIX T€HOB MOXKET OBITh CBSI3aHO C
MIPOM3BOJICTBOM MaccoBoro mnpoaykra (Hampumep, reasl pPHK) mmbo ¢ mpousBoacTtBom
CXOJHBIX MMPOAYKTOB JUUISl PA3HBIX LEJEH B Pa3HbIX KIETKaX.

I'eHBl cOCTOAT M3 MPOMOTOPHOrO Y4YacTKa, C KOTOPOTO HAYMHAETCA TPAHCKPHIILIUS,
KOJIMPYIOIIEH YacTH U TEPMUHATOPA TPAHCKPUNIUU. TpaHCKpUNIUA HAYMHAETCS C 5’ -KOHIA.
Komupyromass dacte npe-MPHK mnpencraBnser co0oil 3K30H-UHTPOHHYIO CTPYKTYPY.
HMHTpOHBI — 3TO YacTu, KOTOpble OyIyT yAaJeHbl, a 3K30HBI BOMIYT B cocTas 3penoit MPHK.
Ilo xony cuHTE3a Ha 3°-KOHLIE Yy SIIEPHBIX T€HOB MPUKPEIUISIETCS MOJIM-aAeHUJIATHBIN XBOCT.
Ota mocienoBaTeNbHOCTh He 3anucana HernocpeacTBeHHo B JIHK. Ona Bo3Hukaer Oxaronaps
MOCTYMAIONIEMy CHUTHAly O TEPMHUHALMM TPAHCKPUNIUUA. Y MNPOKApUOT Ha 3’-KOHIE
HOSIBJISIETCA IIIMUJIbKA, KOTOPYIO KJIETKa BOCIPHUHUMAET KaK MOCTOPOHHIO HMH(OpManuio u
takue PHK B kietke ObicTpo nmerpaaupyior. B aToMm 1urane mocienoBaTeNbHOCTH C TOJIHA-A
XBOCTOM cTaOwibpHee. Takke I DJYKapuoT XapakTepHa Moaudukamus 5S’-KoHIa —
MOSIBJICHUE KA1Ta (cap).

Kogupyromias 4acTe reHa HayMHAETCS CO CTAapT-KOJOHA M 3aKaHYMBAETCA CTOII-
KosoHOM. [IpoucxoauTt TpaHcasiuusi — nepeBon uHpopmarmu ¢ ypoHs PHK Ha ypoBenb
6enka. OH MOXET CHHTE3MPOBATHCS B HEOKOHYaTenbHOM Bujae. Ha N-koHIe oOBIYHO ecTh
JIM/IepPHas M0CJIe0BaATeIbHOCTb, KOTOPas HAMpaBJIAeT OEOK B TOT WJIM MHOM KOMITAPTMEHT,
ecyiy OelIOK HY’KEH JJIs IUTO30J1s1, TO TaKasi IOCIeI0BaTEIbHOCTh MOXKET OTCYTCTBOBATh.

[Ipe-6enok moaBepraercss MOCT-TPAHCIALUOHHOW MOIUGUKALNU: KaKHe-TO 4YacTh
ype3aroTcsi, Kakue-To ¢GparMeHThl NPUCOSTUHSIOTCS (HampuMmep, TIHMKO3WIMPOBAHHUE).
Hakonen, npoucxoaut (poJaAMHI (CBOpauyMBaHKWE) U COPTHUHI Oeika, GOpMUPYETCS 3PEIIblil
IPOIYKT.
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I'ersr MmoryT ObITH 0003HaueHbl MO0 QyHKIMAM (UFO — Unusual Flower Organs) wim
no MmyrtanusMm ((QyHKIHMS TreHa MOXKET ObITh KaK Obl «IPOTHBOIIOJOXKHA» Ha3BaHMIO). ['eH
JyKapuoT 0003HavaeTcs KoMOuHammen He Oonee, yeM u3 Tpéx OykB. Ecinm OykBEeHHBIX
COUETaHWI HE XBaTaeT, HCHOJB3YIOTCA LUPPBL. AJUIeTb AUKOrO TUNA O00O03HauYaeTcs
3aryiaBHBIMU OykBamHu, KypcuBoM (AG — AGAMOUS). MyTtaHTHBIE anjenu 0003HAYaroTCs
NOPONMHUCHBIMUA OYKBaMH, KypcHMBOM. UTOOBI paszinuuaTh ajuleid, J00aBISAIOT LUQPH yepes
nepuc (ag-1). B o0coObpIx chnyyasx yKa3blBalOT 3aMEHY KaKOW-TO ompeaenéHHOM
AMUHOKUCIIOTHI B Oenke (c/vi-Arg204Phe).

Ecnu ren cHauyana ObLT BBIIEICH M3 OAHOTO PACcTEHHs, a MOTOM €ro Mo TOMOJIOTHU
OoOHapy»XWJIH y APYroro pacTeHus, TO K Ha3BaHHIO I'eHa BIIepen J100aBIIeTCs COKpaIIEHHOE
Ha3BaHME HOBOT'O pacTeHHusd. 3arjaBHasi OykBa — Ha3BaHUE poOJia, IPOMKCHAs — Ha3BaHUE BHJIA
(ZmAG). Pa3znable pacTeHUs] MOTYT 0003HAYaThCS OJWHAKOBHIMU OYyKBaMH, MO3TOMY Ba)KHO
CMOTPETH 1O KOHTEKCTY.

Bokc-nocienoBaTeJJbHOCTH —  3TO  KOHCEPBAaTUBHBIE  IIOCIIENOBATEIbHOCTU
HykineotunoB BHyTpu JIHK, koTopble MOryT yka3piBaTb Ha pPOJACTBO TE€HOB WM HUX
(YHKIHOHATIBHOCTD.

IIpumepsr:

e TATA-box — mocCneqoBaTeIbHOCTP B  IPOMOTOPHOM  Y4YacTKE  JyKapHoT,

MapKupyoLas Hauyajao TpaHCKpumiuy 3a 30 HyKJICOTHI0B 10 Hayana).

e G-box — mocinenoBarenbHOCTh B mpomoTope it cBs3biBanuss PHYTOCHROME-
INTERACTING FACTORS.

e F-box — mocienoBaTeNbHOCTh B KOAMPYIOLICH YacTH, XapakTepHast JJisi YOUKBUTHH-
JuTa3, KOaUpyroIas okojao 50 aMuHOKUCTIOT (OeI0K-0€IKOBOE B3aMMOICHCTBHE).

e MADS-box — nmocienoBaTeIbHOCTh HYKI€OTHIOB B KOAUPYIOIEH YacTh, XapaKTepHas
JUI1  HEKOTOpPbIX (aKTOPOB TPAHCKPHUILMHM, Koaupyromas 56 aMHHOKHCIOT
(BzammoperictBrue 6enok-PHK)

PHK-npotykThl TeHOB 0003HAYAIOTCS TaK )K€, KaK U CAMU T€HbI, HO KOHTEKCT CTaThU
MO3BOJIIET ONPEAEIUTH, YTO UMeeTcsl B BUay — nocienosarensHocts JJHK win PHK. PHK ¢
MYTaHTHBIX aJUleJied He TMONYyYWId CIEeNHaTbHOTO Ha3BaHUSA, €CITU HEO0OXOIUMO, 3TO
YKa3bIBaIOT OT/AEJIBHO.

B Oenke BBIIEISIOT JOMEHBI — HEKHE KOHCEPBATHBHBIC IMOCIEAOBATEILHOCTU
AMUHOKHUCIJIOT. 3TO ¢parMeHThl OeiKa, KOHCEPBAaTUBHBIC U OINPEACTSIONUIUE €ro CTPYKTYPY,
B3aUMOJICCTBUE C IPYTUMH OeTKaMu B PyHKIIMOHAIbHBIE OCOOCHHOCTH.

[Ipumepsl TOMEHOB:

e J'OMeOOOMEH — TIOCJIENOBATEebHOCTL U3 60 aMHHOKHCIOT, oOecnedynBaromas
CBS3BIBAHUE HEKOTOPHIX TpaHCKpuNMoHHBIX ¢aktopoB ¢ JIHK. 'omeobokc — 310
COOTBETCTBYIOIIAsA YaCTh BHYTpH r'eHa Ha ypoBHe JIHK.

e CHASE-nomen — nocnenoBarenbHOCTh U3 200-230 aMUHOKHCIIOT, XapakTepHas s
PELenTOPHBIX KMHA3 (HapuMep, PeLenTOpOoB IUTOKMHHUHA).
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e ABK-cBs3pIBaromuii JOMeH — 4acTh Oelika, KOTOpasi B3aUMOJICHCTBYET ¢ aOCIIM30BOM
KHCIOTOMH.

BbenkoBble MPOAYKTHI TeHOB 0003HAYAIOTCS MPSIMBIM HIPU(PTOM (B OTIMYKE OT TE€HOB,
o0o3HauaeMbIx KypcuBoMm). Hampumep, AG — GenkoBbrii nmpoaykt rena AGAMOUS.

D710 OBUIM TpaBMIA JUIS SIIEPHOTO TeHOMA. B IUIaCTHAHOM M MHUTOXOHAPHAIHHOM
TeHOME JIeHCTBYIOT OO0O3HaueHWs Kak s MpokapuoT. ['eH mpokapuor oOo3HavaeTcs
KOMOWHanue He Oosiee, 4eM M3 TPEX MPOMUCHBIX OYKB, KypcHMBOM. Eciu OyKBEHHBIX
COYETAaHWH HE XBaTaeT, HCIIOJB3YIOTCS 3arjaBHbIE OYKBBHI, pexke — nu¢pbl. MyTaHTHBIC
JJIeNU CHEIHMAIbHOTO 0003HAaUeHUsI He UMEIOT. benok o0o3Hayaercss MpsMbIM HIPUPTOM C
3arnaBHOM OykBbl. Hanpumep, psa A — ren 6enka A potocucremsr I; Genok — Psa A.
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Jlekuus 2. Peryasinus 3KCnpeccum reHoma

Peryasinusi TpaHCKpUIIIMHA

Ha ypoBenb skcnipeccuu reHa BIUSIOT:

1. Huc-paxkropsnl — nocinenoBarenbHocty JJHK, HenocpencTBeHHO OkpyKaroliyue TeH
WIH BXOJSIIME B €ro coctaB. O4eHb MHOTO IHUC-()AKTOPOB PACIONAraloTcs B MPOMOTOPHBIX
y4acTKax. OTO perysTOpHble OOKChbl, KOTOpPbIE MOTYT CBS3bIBaThCs C (aKTopaMu
TPAHCKPUIILIUU

2. Tpanc-dpaktopsl ((paKTOPbI TPAHCKPUNIIMU) — OCIKH, CBS3BIBAIOIIUECS C ITUC-
dakropamu. OgHM M3 HUX MOTYT AKTUBHUPOBATh TPAHCKPHUIIIMIO, a JIpYyrue, HaoOOpoT,
WHTUOMPOBATH.

3. @akTopbl peMoJeJuHIa XxpoMaTuHa. Eciu xpomatun 0osee phIXJIbIiA, TO TeH U
€ro OKPY>KEHHE CTAaHOBATCS OoJiee akTUBHBIMU. A tipu koHaeHcaru JJHK akTuBHOCTH TeHOB
CHUYKAETCHI.

OOBIYHO (haKTOpPHI TPAHCKPUIILIUK COACPKAT OMPEICIEHHBIE JIOMEHBI, KOTOpBIC
oOecrieunBatroT MO0  CHEUM(PUUHOCTH  Y3HABAHMSI  ONPEACTHEHHBIX  PEryJISTOPHBIX
nocaegoBarenbHocTe JIHK, 1100 BakHBI 11 OCIOK-OCIKOBOr0O B3auMOJIeHCcTBHs. YacTo B
COCTaB TPAHCKPHUIILIMOHHOTO (haKTOpa BXOJUT HE OJUH, a HECKOJBKO JOMEHOB C pa3HBIMU
GyHKIHSIMU.

Pa3noo0Opa3ue pakTOpPOB TPAHCKPHUIILUH

I'ensr cemeiictBa Zn-Finger/ZF («uMHKOBBIE NAJbUbI») COIAEpKAT aTOM IMHKA,
ACCOLIMHMPOBAHHBIN C JBYMS TUCTUAMHAMU U JABYMs IucterHamu. C OHON CTOPOHBI €CTh -
criipanb, ¢ Apyrou B-ykmanka Oenka. o-Crnmpanb ¥ 9acTUYHO [-CJI0M B3aUMOJACHCTBYIOT C
6ompmoit 6oposnkoit IHK u y3HatoT onpenenénnpie nocneaopatenpHocTh (puc. 2.1). Takue
«UMHKOBBIE MalbLb» conepxkar, Hampumep, reHsl CO-like (oTBewaloT 3a MHIYKLHUIO
nBseteHus1) 1 YABBY (oTBedaror 3a pa3BUTHE 1IBETKA U JIUCTHEB).

LY
A

- -- roci

CCT motif

C2H2 zinc finger T .\
domain oo

P
ra bl
I rs T l

Puc. 2.1. Cmpykmypa «yuHko8blx naivyesy
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MHuorue (pakTopbl TPAaHCKPUIIMK CBA3aHBI C TOPMOHAIBHBIMU cUTHanaMu. OOuH u3
BOKHEHIIUX TOPMOHOB — aykcuH. @aktopbl nepBuuHoro orsera Auxin Response Factors
(ARFs) conepxar crnenuduueckuii ARF1-B3  noMeH, y3Haommii omnpeaenéHHbIC
MOCJICIOBATEILHOCTH B T'€HAX TMEPBUYHOTO OTBETa Ha ayKcuH (puc. 2.2). DTO IOCTATOYHO
6onboi foMeH (0ko0j10 300 aMUHOKHCIIOT), COAepKAILMI OOMMPHYI0 B-yKIaIKy 1 HEMHOTO
a-cripaneil. PoxctBennsiii emy ¢aktop Aux/IAA sBisieTcss UHTHOUTOPOM TPAHCKPHUIILIHH.
Bwmecte ¢ ARF oHUM BXOJAT B €AMHBIM KOMIUIEKC U IO OMPEACTIEHHOIO MOMEHTA SKCIIPECCUS
reHoB He paboraer. Kak Toimpko Qakrop Aux/[AA yHHMYTOXKAETCS CHCTEMaMH
yOUKBUTUHUPOBAHMSA, BKIIOYAETCS OTBET HA AYKCHMH W TOSBISAIOTCS TMPOJIYKTHl TEHOB
MEPBUYHOTO OTBETA.

ABI3 domain

EI:'3—

’ .

RAV like

\

ﬁ.EIISNP1

Puc. 2.2. @akxmopwr mpanckpunyuu, koumpoaupyrouwue omeem Ha aykcur u AbBK

Oka3zanochk, yto ARF daktop ncmnonszyercs B pa3HbIX (hakTopax TPAHCKPHUIIIMHA — HE
TOJIBKO JJIsi y3HaBaHWUSA ayKCHMHA, HO M, HAIpUMEp, Ul B3aUMOJCHCTBUS C aOCIM30BOM
kucioToit (puc. 2.2). Oty ¢ynkuro Bemonnser ABI3-B3 nomen (Abscisic acid insensitive3
- B3 domain)

Homeodomain/HD (romeogomeH) ObUT Ha3BaH Tak, IIOTOMY 4YTO BBI3BIBAI
FOMEO3UCHbIE W3MEHEHMS B CTPOEHUU OpraHu3Ma >KUBOTHBIX. ['oMeomomeH komupyercs
TOMEOOOKCOM U HY)KEH TaKXKe ISt ySHaBaHI/ISI onpeaenéHHon nocinegorarenbHoct JJHK.

PHD
finger
- Alfin Ilke P

ZF-HD

1

\
% HD like zZF
1

HD-PHD J:]
finger

MEINOX
domain

WUS like X
HB family

Puc. 2.3. HD u HD-like ¢paxmopwr mpanckpunyuu
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BrniepBbie oH ObLT BBIZENIEH Y APO30QMIbI, @ Y pacTeHUIl €ro AOCTATOYHO JOJIT0 HE
MOTJIM OTKPBITH (XOTSI TOMEO3HCHbIE MYTallMd y pacTeHMi HW3BECTHHI). B nanpHeiimem
0Ka3aJI0Ch, YTO TOMOJIOTHUS KacaeTcsl TOJIbKO TOME00OKca M TOMEOJOMEHA, a OCTAJIbHbIE YaCTH
0enkoB oueHb Henmoxoku. OIHMMH U3 TEPBBIX B 3TOM CEMEHCTBE OBUIM OTKPBITHI T'€HBI
Knotted-like homeobox (KNOX), ymnpapnsitomue MepUCTEMaTHYECKOH aKTUBHOCTHIO B
nobGere. [Ipu HapyIeHNN 3Ta aKTUBHOCTH ObllIa 3a()UKCHPOBAHA B TUCTHSIX.

HD-Zip (romeonoMeH ¢ «3aCTEXKOW-MOIHHENH») YIpaBiseT MPOrpaMMON Pa3BUTHUS
mucra. WUS-like xorTpOoimpyer 06bEM MepuCTeMbl KOpHS, 1o0era, a Takke MHOTHE JApyTHe
nposindepatuBHble Tpouecchl u auddepenHnupoky. Ha puc. 2.3 mpexacraBieHbl Takxke
JIpyTUe CEeMEHCTBa, KOTOphie conepxkar romeomomeH wiu HD-like yvactku. bBeiBator
ceMeiCcTBa TEHOB, KOTOPBIE HCIOIB3YIOT OJHOBPEMEHHO M ITMHKOBBIC manbibl, u HD-like
nocJieoBaTeIbHOCTH (Hanpumep, ZF-HD).

CewmeiictBo TpanckpumninoHHbIX ¢akropoB AP2/EREBP (APETALA2/Ethylene-
Responsive Element-Binding Protein) BriepBbie ObUI0 OTKPBITHI HA pacTeHUsX. OOUH U3 HUX
AP2 xoHTposMpyeT pa3BUTHE OPraHOB LIBETKa (IIpU MYTalMU HCUE3aIOT JemnecTku). B ero
CTPYKTYpE €CThb O-CIUpalbHbI aoMeH, HO B3aumopeiictBue ¢ JHK ocymecrBisercs
nocpeacTBoM B-yknaaku (puc. 2.4).

AP2/EREBP family

AP2 domain

Puc. 2.4. Cmpykmypa mpanckpunyuornwvix gpaxmopos cemeticmea AP2/EREBP

bonbmias yacTh TOMEO3HMCHBIX MYTAaHTOB Yy pacTeHHMIl oOKazajach CBs3aHa CO
crenupuiaeckuM TUTIOM peryisiTopoB — MADS. DTu reHsl ObuM OOHApYXKEHBI CHavajia y
apabuporicuca (MyTaHT agamous), IOTOM y JIbBHHOTO 3eBa (MyTaHT deficiens). Ha momeHT
WX UCCIIEeOBaHMS B 0a3ax JaHHBIX OKaszaloch 4 reHa, KoTopbie umMetoT MADS ngomen ams
ces3u ¢ JIHK. Dto dakrop mogaepxkaHusi MUHUXPOMOCOM Y JIpoxokei (minichromosome
maintenance) u y ueloBeKa 3TO (pakTop oTBeTa Ha CBHIBOPOTKY (serum response factor).
OO0mwmit JoMeH U3 56 aMUHOKHCIIOT ObUT Ha3BaH IO MEPBBIM OyKBaM 0OHAPYKEHHBIX T€HOB.

OOBIYHO ATH KOMIUIEKCHI COCTOAT U3 4-X ()aKTOPOB TPAHCKPUIIMHU U pabOTAIOT Kak
terpamepsl (puc. 2.5). MADS reHpl KOHTPOJUPYIOT HMJICHTUYHOCTH OPTraHOB IIBETKa. B
YaCTHOCTH, agamous — 3TO MyTallusi, KOTOpas BbI3bIBAET MaxXpOBOCTh. 10 €CTh THIYMHKH U
MECTUK HE Pa3BUBAIOTCS, BMECTO ATOIO B CepelrHEe IIBETKa 00pa3ylOTCs HOBBIE JICMIECTKH U
YaIIeTuCTUKH.
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MADS
mkcype |- =~ [

MADS \
typel domain

\
=
>
o
7]

MADS family
Puc. 2.5. Cmpyxmypa mpanckpunyuonusix ghaxmopos cemeiicmea MADS

MYB (MYeloBlastoma) ¢axkTopbl TpaHCKpHUIIIUN ObUIM BIIEPBBIE OOHAPYKEHHI B
Bupyce muenodnactomel ntuir AMV (Avian Myeloblastosis Virus). OH BBI3BIBaeT JIEHKO3:
MEHSIETCSl CTPYKTypa JUMQOLUTOB, OHM HAYMHAIOT HEOPTaHW30BAaHHO JIEJIUTHCS, B KOHIIE
KOHIIOB ITPOLIECC 3aTParuBaeT BECb OPraHU3M U NTHIA TOTHOaeT. ITOT BUPYC COCTOUT U3 3-X
TaH/IEMHBIX TOBTOPOB (0K0JIO 50 aMHUHOKHUCIIOT), B KQXKJIOM U3 KOTOPBIX €CTh 10 3 0-CIIHpaJIH.
He Bce dakrTopsl u3 3TOr0 cemencTBa coiepkar Bce 3 moBTOpa (MOXKET OBbITh, HAIpPUMeEp,
TONBKO 2 U 3 niu TonbKo 1). JlanHble (pakTOpbI TPAHCKPUIILIMKM MOTYT BBITIOJHSATH Pa3InYHbIC
(GYHKIMU B 3aBHCHMOCTH OT JIOTIOJIHUTENIBHBIX YacTed, KOTOpbIE B HUX cojaepkaTrcs. Y
YyeloBeKa W JPYIMX IMO3BOHOYHBIX TeHbl MYB mpeacraBieHbl CpPaBHUTEIBHO CKPOMHO:
ToJsibko 3 reHa (A-MYB, B-MYB u C-MYB) coxepsxat B cBOEM cocTaBe Bce TpU MOBTOPA (X
Ha3piBalOT RIR2R3-MYB genes). DOTu TeHBl KOHTPOJUPYIOT MNposHudepanuo ¢

nudPepeHITPOBKY.
MYB-(R1)R2R3
MYB
related .

/
! MYB-R2R3

/
’

1 / -

D --
..'n

MYB-like/TEAIB MYB domain |~ ~«

domain -
N
s\
7 \\ MYB-R1R2R3

Receiver-like
domain

ARR-B
class

GARP family

Puc. 2.6. Bzaumooeticmeue ¢haxmopos mpanckpunyuu ¢ JJTHK

20

BONOT NMEC KU -
% omomorer -
sy v un

2
M.8. IOMOHOCOBA. AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

VY pacrennii cemerictBo MYB u MYB-like reHoB 1ocTaTo4HO MHMPOKO MpEACTaBICHO
M COCTaBJISICT IIeJIoe cymepceMeicTBo (puc. 2.6). Y apabuporicuca 310 okojo 200-300 reHoB:
5 R1R2R3-MYB, 126 R2R3-MYB, ocrtanbusie — MYB-like u atunnunsie MYB reHsr.

MYB ¢dakTops! TpaHCKpUNIIIMK OOBIYHO JACHCTBYIOT HE B OJIMHOYKY. OHU COUYETAIOTCS
¢ ¢akropamu Tpanckpunuuu tuna bHLH (basic Helix-Loop-Helix — «cnupanbs-neris-
COHUpPAJbY»). OTO IUENOYHOM JIOMEH €  IOJIOXKHUTEIbHBIMH  3apsiiaMH,  KOTOPBIN
B3aMMOJENCTBYeT ¢ oTpuuarenbHo 3apsbkeHHol JIHK. daktopsl TpaHCKpunuuy 3TOro TUma
00bIyHO paboTaioT B Gopme aumepoB, KoTopsie cioBHO munisl "nepxar" IHK (puc. 2.7).
[Tomumo nomeHnos, y3Haromux JJHK, ecTb Takxke u peryasTopHbIe OCIE0BATEIbHOCTH.

bHLH family

’
/
bHLH : Leucine
domain bHLH-ZIP zipper

Puc. 2.7. @axmopvr mpanckpunyuu cemeticmea bHLH

CeMelCTBO JOCTaTOYHO HIMPOKO MPEACTaBICHO, MHOrAa (aKTOpbl TPAHCKPUIILIUU
ATOTO THIIA COYETAIOTCS C JICHIIMHOBOW «3aCTEXKON-MOJTHUEH», KOTOpas CIOCOOCTBYET
auMepusanui pakTopoB TpaHCKpUmIuU. JlednuH — ruapodoOHas amuHOKHCHOTA. J[BE 0-
CIupaiy, odoraméHHble JeHIIMHAMU, CTapaloTCsa B3aUMOJICHCTBOBATD IPYT C APYTOM.

beaxu ¢ WD-40 repeat (WD, WDR)

Ectp Genku, xotopeie He B3aumoaeicTByroT ¢ JIHK, To ecTh B mmpokoM cMbICiIE HE
apnsaoTes  (pakTopamu  TpaHckpunuud. OJHAKO OHM OY€Hb BaXHBl UId  COOpKHU
TPAHCKPUIILIMOHHBIX KOMIUIEKCOB. BelIKU MOTYT COCTOSITH U3 CaMBIX Pa3HbIX aMHUHOKHCIIOT,
MO03TOMY TOKa3aTh MX POJCTBO yAalloch He cpa3y. TeM He MeHee, eCTb OJHO CXOJICTBO —
noBTOphl U3 40 aMHHOKHMCIIOT, 3aKaHuMBaroluecs Ha TpuntodaH (W) U acnaparvuHOBYIO
kucnoty (D). Takue 6enku nomyunnu HazBanue WD40 (=WDF, WDR). B npoctpancTtBe oHU
(GopMHpPYIOT CTPYKTYpy P-Tporiensiepa ¢ pa3lu4YHbIM YUCIIOM JIOTIACTEeH, K KOTOPOMY MOTYT
OBITH IPUCOEINHEHBI KAKUE-TO IPYTHUE JTOMEHBI.

Takue Oenku choykaT MaTpulleil, Ha KOTOPYIO «HAaKJIEUBAIOTCA» (DaKTOPHI
TpaHCKpHUIIINK, 00pa3zys komruiekc. Hanpumep, MYB + bHLH + WD40 = MHW-kommnJiekc.

Kpowme Toro, 3tu 6enku y4acTBYIOT:
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® B CUTHaJBHBIX KoMIUIeKcax ¢ G-0enkamu (MeMOpaHHBIE TIPOIIECCHI TIEpelaun CUTHAIIA,
HE CBSI3aHHbIE HEMOCPECTBEHHO C TPAHCKPHUITIIUCH )
¢ B yOMKBUTHHJIMIa3HBIX KOMIUIEKCAX (KOHTPOIHUPYIOT pa3pylieHUe OETKOB-MHUIIICHEH )
® B IIOCTPOCHUU KIETOYHOU CTCHKHU
Baxupiii nentpaneHblii TeH u3 3Toro cemeiictea — TTGI. B 3aBucumoctu ot
KOMIIOHEHTOB, C KOTOPBIMH OH COOMpAETCsl, BO3HUKAET PEryJIsIus ONpeaesIEHHOr0 Mmpoliecca
(puc. 2.8).

L% .
Fatty acid
\ ¢ "'?& LR |GL2 > accumulation
Biotic and OJ%'
abiotic stress

responses
Seed Hl()l'd!_';l" reserve

TTG1 I J| 253 > accumulation

GL3/EGL3 GL3/EGL3 GL3/EGL3 EGL3/TTS EGL3/TTS bHLH
N 7
4 ™)
GL1 PAP1/2
MYB82 WER MYB113 T2 MYB5 MYB
MYB23 MYB114 | /
] ] i )
I'richome I{cx)_lﬂ.m' Anthocyanin PAs f";"“dr coat
initiation formation biosynthesis production muc ilage ®u3anonoruyeckme
production  NPOUECCHI

Puc. 2.8. Mnocoobpazue mpanckpunyuonnvix komniekcos ¢ eenom TTGI u ux ¢pynxyuu

Bosbioe pasHooOpasue OTBETOB M PEryJisluii BO3MOXKHO OJjaronaps cienyromemMy
npuniuny. ['east WD40 npencraBieHbl B HEOONBIIOM KOJUYECTBE Komuil Ha reHoM. OHHU
DKCIIPECCUPYIOTCSI BO MHOTUX TKAaHSIX U TPU Pa3Id4yHBIX oOcrostenberBax. bHLH
IIPEJCTaBIECHbBl YMEPEHHBIM YHCIOM TE€HOB. Y HHMX €CTh HEKOTOpas ClenHaIn3aluu
JKCIPECCHUHM, TO €CTh OHM OJKCIPECCHPYIOTCS HE BO BCEX TKaHAX M HE BO BCEX
obcrositenscTBax. MakTOPHI TpAaHCKPUIIIIMK cyniepceMeiicTBa MY B nipencraBiieHbl 00IbIIHM
yuclIoM TeHOB. VX (yHKUIMM 4acTO MPOTHUBOIONOXKHBI (KaK YCHJIEHHE SKCIPECCHH, TaK U
MHTHOMpOBaHKE). DKCIPEecCUs TUX T€HOB BBICOKO CIEIHATM3UpPOBaHAa.

Ot amnenu ¢akropa TPAHCKPHUIILIUU MOXKET 3aBUCETh, KaK paCIpeiessieTcsi CUHTE3
pa3IMYHBIX BELIECTB (HAIpHUMeEp, aHTOLMAHOB) MO pacteHuio. Jlokyc Booster (B) xoxupyet
bHLH, romonornunslif R, oTBeyaer 3a 0OkpacKky JHCThEB U 3epHOBOK. OH UMEET JIBE aJlIelu:

1. Annens Booster-leaves (B-1), orBeuaromuii 3a 0Kkpacky JIMCThEB

2. Annens Booster-Peru (B-Peru), oTBeuarommii 3a OKpacKky u JIMCTHEB, U 36PHOBOK.
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Ecnu B reHOMe TipezicTaBiIeHa TOJBLKO ayuiens B-1, To okpacka aHTOIIMAHOB BO3HHKAET
UCKJTFOUUTENIFHO B JIUCThSX. B MOMEHT co3peBaHHs ypokasi 3TOT (PaKTOp aKTUBUPYETCS B
MOKPOBaxX TOYaTKa, OJHAKO B CaMHX 3EPHOBKAaX OH HEAKTHUBEH, CIIEIOBATEIbHO, OHU HE
okpameHbl. Ecim Obl mpucyTcTBOBana amwienb B-Peru, To u 3epHOBKM ObuUtH OBI SIPKO
OKpAIIICHBI.

CunTte3 anTOlIMaHOB, reHbl MYB ceMeiicTBa

["opasno vame BeTpevaroTes (pakTopbl TPAaHCKPHUMIUHU U3 ceMelictBa MY B:
e ANTHOCYANIN 2 (AN2) — akTUBaTOp CHHTE3a aHTOIIMaHOB B oTrube (limb)
e ANTHOCYANIN 4 (AN4) — akTUBaTOp CHHTE3a AHTOIMAHOB B TPyOKEe BEHUMKA W

MBUTEHUKAX

e DEEP PURPLE (DPL) — akTuBaTOp CHHTE3a aHTOLIMAHOB B )KUJIKAX TPYOKH
e PURPLE HAZE (PHZ) — akTuBaTOp CHHTE3a aHTOIIMAHOB B OyToHax = MY Bb

AN2, AN4, DPL u PHZ wyactuuno 3ameHumbl. MytaHThl anl an2 wMoryT
CUHTE3UPOBATH AHTOLIMAHBI.

Kpome cTuMynaTopoB TpaHCKPUIIIIUU B TEHOME TaK)K€ MPECTaBICHb HHTUOUTOPBI:

e R2R3-MYB: Phmyb27 conepxxut ERF-repression motif (EAR)
e MYB-like (R3IMYB)
e PhMYBx (romosor CPC1) — KOHKYpEHTHBI WHTMOMTOp CHHTE3a AHTOLIMAHOB

(BximroueHsl B negative feedback Ha cBety)

Taxkum o6pazom MYB ¢akTopsl TpaHCKPUMNIIMKA KOHTPOJIUPYIOT 3KCIPECCUIO T€HOB,
CBSI3aHHBIX C OMOCHHTE30M aHTOIIMAHOB, B 3aBUCHUMOCTH OT YCJIOBHH OCBEIEHUS U JPYTUX
(bakTopoB.

buocunTes aHTOIMAHOB BaKeH JUIS  pPACTEHUM, KOTOpble HaxOIsATCs  Ha
yibTpaduoNeTOBOM OCBelleHUH. [Ipu HCKyCCTBEHHOM OCBEUICHHMM WJIM B TEHU CHHTE3
aHTOLIMAHOB He Tpedyercs W pacteHue 3enéHoe. Ha spkom conHue mnoj naelcTBHeM
yibTpaduoieTa pacTeHHE «3aropaer», OpOH30BEET, MOSIBIIIETCS KpacHOBaTas OKpacka 3a Cuér
CHHTEe3a aHTOoIMaHOB. OHM CHUHTE3MPYIOTCS Oyarofapsi yYBEJIWYEHHOM IKCIPECCHU T€HOB U3
MYB cewmeiictBa (B ocHoBHOM PHZ). B TemnoTe skcripeccupyercs ¢pakrop MYB27, koTopbrii
B TPAHCKPHUIIIMOHHBIX KOMIUIEKCAX UTPAET POJIb UHTHOUTOPA, TO3TOMY YPOBEHb aHTOLIMAHOB
B KJIETKE CHM)KAETCSl.

[Ipu cumibHOM yBenmmueHun YypoBHS Oenka DPL  Oyaer ycwiena bskcmpeccus
MPAKTUYECKH BCEX I'€HOB, KOTOPhIE OTBEUAIOT 32 OMOCHHTE3 aHToLMaHOB. To ecTh Onaronaps
cOOpKe TPaHCKPHUIMIIMOHHOTO KOMILIeKca, coctosmiero n3 WD40, bHLH u MY B, 3amyckaetcs
eI (PU3NOTOTHIECKUN TTPOIIECC.

MYB ¢axTopsl paboTatoT B pa3HbIX 4acTsax pacreHus (puc. 2.9). Hampumep, AN2
paboTaeT mo KpasM JemecTKoB. Ecnmu ocranpHbIe TeHBI HE paboTaroT, TO NIMMO IBETKA
OKpallleH 3a CY€T aHTOLMAaHOB, a 3eB (cepaueBuHa) Oenbiil. AN4, HaoOopor, paboraer B
TpyOke nBeTka. EcTb (hakTophl TpaHCKpUMIMK, KOTOpPbIE MPHBSI3aHBl K OMNpeAeIEHHBIM
nuddepennupokam. DPL mpusizan k >xunkam, a PHZ pabGortaer Ha oOpaTHOU cTOpOHE
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JEIIECTKOB, B YalICIHCTUKaAX U 3ea€HBIX dYacTaX. OH oOecrneuynBaeT 3aluTy OT

ynbTpaduosera.
(a) W[MU BHLH MYB Full colour Wwp40 bHLH MYB
S B
| Flower tube -
" AN2 + AN1 + AN11 AN4 + AN1 + AN11
Petal limb Anthers
(b) Bud blush Venation

Flower bud blushing Flower tube

venation

PHZ + AN1 + AN11

Pedicel pigmentation

High-light
i (anthocyanin)

PHZ + AN1 + AN11 * Anthocyanin

biosynthetic genes +

- eaf margins
R2R3-MYB27 7 y, s

repressor o TP g
R3-MYBXx repressor

Stem pigmentation

Puc. 2.9. Biuanue MYB 2eno6 na cunmes aHmoyuanos u OKpacKy yeemkos

Taxum o0pa3om, A OKPACKU IBETKA MCIIOJIb3YETCA KaK MUHUMYM 4 pa3HbIX TeHa U3
MYB cemeiicTBa, Ipy 3TOM OCHOBA TPAHCKPHUIILIMOHHOTO KoMIuiekca obmas (0enok WD40 u
bHLH).
Te xe camble T€HBI BIUAIOT U Ha HAKOIUIEHUE aHTOLIMAHOB B BaKyOJIsIX. DTOT Mpolece
HEBO3MOXKEH 0€3 MMOJKHUCIICHUS BaKyOJIel, 3a UTO OTBEYAIOT I'€HBI:
e PHI - H-AT®a3a, P3g-tuna, moxoxas Ha Mg-AT®a3y Gakrepuii
e PH3 - WRKY-FT
e PH4 — R2R3-MYB y4acTByeT B cO3JaHMM TPaHCKPUIILIMOHHBIX KOMIIJIEKCOB BMECTE C
WD40 u bHLH, perynupyer mpolecchl, CBsi3aHHBIE C Bakyoiblo. I[locrme cOopku
KOMIIJIEKCa OH BKJIIOYaeT reHbl BTopuyHoro oteera (PH3), a 3arem rensi-a¢¢gexropsl,
KOTOpBIE OTBEUAlOT 3a 3akuciieHue Bakyonu (PHI1 u PHS)
e PHS — H+-AT®a3a P3a-Tuna
e PH6 — amnens rena AN (bHLH)
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COopka TpaHCKPUIIIMOHHOTO KOMILIEKCA 3allyCKaeT He OTIeNbHbIE MPOLECCHl, a
BBITIOJTHSIET (PU3MOJIOTHYECKYIO 3a/1a9y (OKpalTiBaHUE BEHYMKA) IIETUKOM:

e cuHTe3 aHTolMaHOB (HaunHas ¢ PAL) — mumenu: ¢pepmMeHTs (HEHMIMPOTAaHOUTHOTO U

(1aBOHOMIHOTO Iy Te

e perymanus pH Bakyonu (armaudukamms). phé — amutens rera AN1. Mumenu: PHS u
PHI1. bnarogaps 3akuclIeHHIO BaKyoJIed NPOMCXOAMUT HAKOIUIEHHWE AHTOLMAaHOB B
OO0JIBIIIOM KOJIMYECTBE U PETYIUPYETCS OTTCHOK I[BETA.

® TPAHCHOPT aHTOIIMAHOB B BaKyoJIb — MUIIeHb: AN9 — riyratnoH-S-TpaHcdepasza

¢ CTaOWIHLHOCTH AHTOILIMAHOB K BBIIIBETAHUIO

Ecniu pactenwe onpuiseTcss HOYHBIMM HACEKOMBIMH, TO y Hero paboraer
TPAHCKPHUIILIMOHHBIM KOMIUIEKC ¢ Jpyrumu (akropamu TpaHckpumnun: ODORANT1
(ODO1) u EMISSION OF BENZENOIDS I u II (EOBI u EOBII), xoTopble nepextouaT
dbeHoNnpHBI MeTabonu3M ¢ OMOCHHTE3a aHTOLUMAHOB (T.€. OKpAIIMBAaHUS JIETIECTKOB) Ha
OMOCHMHTE3 JETYYMX COCAMHCHUN, CO3MAIOIIMX NPHUITHBIA apoMaT NETYHUU (BaHWIHH,
OeH3MII0eH30aT, METHJIOCH30aT, M303BI'CHOJ, ABICHON W T.A.). Takke HaHHbIE (DAKTOPHI
TPAHCKPUIILIUK aKTUBUPYIOT oJuH U3 ABC TpaHCcropTEpOB MIa3MOJIEMMBI, YTO CIIOCOOCTBYET
BBIBE/ICHUIO 3TUX JIETYYUX BEUIECTB HA MOBEPXHOCTH JICMIECTKOB U YCUJICHUIO 3arlaxa.

WRKY motif protein (Trp-Arg-Lys-Tyr): dbopmupyioT Zn-cBS3bIBAIOIIHUA JOMEH.
Yacro Bkmouatorcss nocie (opmupoBanus Myb-bHLH-WDA40. [Ipennonarator mnu6o
COBMECTHOE YYaCTHE€ C 3THM KOMIUIEKCOM B JaJbHEHIIEH Pperyysiuu MpoIeccoB, JTHOO
CaMOCTOSITeJIbHOE BKJIIOUEHUE TeHOB-MUILIeHEH (targets).

PemoaenmHr xpomaTuna

Jlaneko He Bce (haKTOpbl TPAHCKPUIIIMOHHOTO KOMIUIEKCa HEMOCPEICTBEHHO CBA3aHbI
¢ JHK. TpaunckpunmuonHbple KO(aKTOphl  CBS3BIBAIOTCS  4epe3  OeIOK-OeIKOBBIE
B3auMoOJIeiicTBUA. 3a CYET TakUX KO(AKTOPOB MOTYT IPHUBIEKATHCS U PEKPYTHPOBATHCS
JIOTIOJTHUTEIIbHBIE OEJKH, KOTOPBIE YYacTBYIOT B M3MEHEHUHU KOH(pOpMaun xpomaruna. Ecin
I'€H HYKHO BKJIIOUUTh, TO U3MEHEHUS UIYT B OZHY CTOPOHY, a €CJIA BBIKIIOYUTH — B IPYTYIO.

e MerunupoBanue JIHK. MetwibHas  MeTka  O3HayaeT, 4TO  JIaHHad

IIOCJIEI0BATENBHOCT JI0JKHA CHU3UTH CBOKO aKTUBHOCTH (IF€HBI B METHJIMPOBAHHOM

COCTOSIHUM MEHEE aKTUBHBI, YEM B IEMETUIIMPOBAHHOM)

e ANM/IMPOBAaHHE TMCTOHOB BIUSET HAa CTENEHb YMNAKOBKM HYKJIEOCOM M Ha HX

B3aumoeiictue ¢ JJHK

e Hexomupyromue PHK. V3naBanue JIHK mnocnenoBaTenbHOCTH 1O  y4YacTKy
romosiorun ¢ Hekomupytomer PHK, xpomatun pemopenupyercs, yuactoxk JIHK

YIUIOTHSIETCS U IIEPECTAET UCTI0Ib30BATHCS.

o AT®-3aBucumslii pemoaeaunr JHK.
» cOopka HYKJIEOCOM — TOSIBIISIIOTCS HOBBIE THCTOHBI, BOKDPYT KOTOPBIX
obopauunBatorcsi cBoboanble yuacTku JJHK u cobuparoTcst HOBbIe HyKJI€OCOMBI
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» CIANIUHT — CKOJBKEHHE HYKJICOCOMBI OTHOCHUTEIFHO JBYX JAPYTHX HYKICOCOM
6e3 motepu cBsizu ¢ JJHK

» BBICCIICHUE — HYKJICOCOMBI MOTYT pa3OUpaThCsi, TUCTOHBI BBIOPACHIBAIOTCH,
yuactku JIHK pacrnieratorcs u craHoBATCS 00jiee aKTUBHBIMU

» packpyuuBanue — ociabienue cBs3u [JHK ¢ rucronamu, oOpasyroTcs y4acTku
JIHK, ciocoOHbIe B3aUMOICHCTBOBATh C IPYTHUMH OeIKaMu

» MoauduKaius caMuX HYKJICOCOM — 2 U3 4 THCTOHOB MOTYT BBIOPAChIBATHCS MIIH
3aMEHSATHCS, YTO BIuseT Ha KoH(opmaruio JJHK

\M{m))\ Nucleosome assembly

e OB/ N
s ININININ
I))\ »\ Nucleosome eviction

ATP- tll:pl:ndm:l\—l =

ATP-dependent chromatin remodeling \ ))\» \» \» \

hromatin-associated
Nancoding RNA protein

VNN

Unwrapping

Dimer I'(‘D' acement

Histone vanants

[

kM)k Dimer gjection

Puc. 2.10. Pemooenune xpomamuna

B JJHK ectb koHTeKCT. OH TOJIBKO HAaYMHAET U3Yy4aThbCsl, XOTS OTICJIbHBIC SIBICHUS
OBLTH OTKPBITHI JOCTAaTOYHO NaBHO. 3aruieraercs W pacruieraercs He Bcs JIHK cpasy, a
HEKOTOPBIA yYacCTOK, KOTOPBIM OrpaHUuYMBaOT MHCYJATOpPbl — ywyactku JIHK, kotopeie
pa3fensioT XpoMaTHH Ha (YHKIMOHAIbHBIE 00MacTH. MexXay IByMS MHCYJIATOpPaMU MOTYT
HAXOAUTHCSI TEHBI, BBIMOJHAIONIINE CXOAHYI0 (QyHKIMIO. UTOOBI aKTMBHpPOBATH 3TU T'E€HBI,
HY>KHO pacrlpsMUTh HETIIO, cAenaTth e€ Oosee phIXioil (puc. ), a eciu reHbl BpEMEHHO HE
HYXKHBI, TO TETII0 HYXHO HA000pOT KOMIAKTH3UpoBaTh. CymecTBYIOT (HaKTOpPbI
pEMOJIeTMHTa XpOMaTHHA, KOTOPBIE Y3HAIOT UHCYISITOPBI U U3MEHSIOT KOH(POPMAIIUIO METIIH.
To, 4TO HaxoAUTCS 3a UHCYJIATOPOM — MpeaMeT perynsiuu cienyromero gomena JHK, tam
OyZIeT yxe Ipyroi KOHTEKCT.
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Takum obpaszom, enunas JJHK oOpasyer meTim, B OCHOBaHHMH KOTOPBIX HAXOJSATCS
KOMIIJIEKCBI pEMOJICIIMHIa XpoMaTuHa. lleTin perynupyrorcs no OTAENbHOCTH: OJIHA MOYKET
CTpYNIHUPOBATHCS, APyTas cTaTh Oosee pbIxjoi. Tak ocyIiecTBIsSETCS KOHTPOIb aKTUBHOCTH
reHoMa Ha ypoBHE KOHTeKcTa. [lo3Tomy OOJbIIyI0 pOJb WUIPAaET TEHHOE OKPYXKEHHE U
PacroJ0KEHUE UHCYIISITOPOB.

Co6opka ¢akTOpOB peMOAETMHra XpOMaTHHA BaKHA JUIS TEPEKIIOYCHUS KPYIHBIX
nporpaMM pasBUTHs pacteHuil. Hanmpumep, ecnu pernpeccupoBaTh (pyHKIUU T€HOB ceMeicTBa
PolyComb, TO BbIpacTaloT H3ypoAOBaHHBIE pacTeHUs (Hapymaercs auddepeHIpPOBKa,
BO3HUKAET CMECh M3 pa3HbIX TKaHel). YacTo Takue M3MEHEHUS! OKa3bIBAOTCS JIETAIbHBI IS

pactenuii. Ecnu yOupaTh Kakue-TO OTIElIbHbIE KOMIIOHEHTHI KOMILJIEKCA, TO HApyIIAIOTCS

nepexo bl U3 OJTHOM (a3bl pa3BUTHS B APYTYIO (puc. 2.11).
Adult plant

Vernalization

VRN complex

CLF/
SWN

FIE
s

Flowering

Seed

0 Germination ] ‘
Fi

8@&,%
O‘SL,E,}, T
MEA/ Wiy,
FIS SWN

complex Eigs FIE .
- complex
Puc. 2.11.Paboma xomniexca Ha pazuvlx CMAaousx HCUSHEHHO20 YUKIA apadudoncuca

Hanpumep, 11 mnpaBuiIbHOTO pPa3BUTHUS  3apojbllla HEOOXOOUMO CHHXPOHHOE
pasButue oHHAocnepma u  cemsH. [loBpexnaenue reHa FIE (FERTILIZATION
INDEPENDENT ENDOSPERM) BbI3bIBacT pazButue 3Hmocnepma 0e3 onbuieHUs. DakTop
pemoaenunra xpomatuHa FIS2 (FERTILISATION INDEPENDENT SEED2) xonTponupyer
pa3BUTHE 3apojbllia Mocie omIoA0TBOpeHus. [Ipu ero noBpexaeHnr 3apoablil pa3BUBACTCA
6e3 omnonorBopenus. g BereraruBHoro paszpurtus BaxeH ¢axtop EMF2 (EMBRYONIC
FLOWER2). Ecau oH mnoBpexaéH, TO MOCIE CEeMSI0NeH cpa3y pa3BUBAETCA LIBETOK.
KonTpons  ¢usmonormueckoro mepexoja OT 3UMHETO COCTOSHHSI K  BECEHHEMY
(BepHanm3amus, SpoOBHM3AIMSA, a TakkKe CTpaTUQUKANHMs CEeMsSH) C MOCIeAYIOIUM
npopacTaHueM JHOO IIBETEHHEM TOKE OCYIIECTBISETCS 3a CYET YKIAAKH XpPOMATHHA.

Baxnyto posb B 3ToM urpaet pakrop VRN2 (VERNALIZATION?2).
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Jlekuus 3. Tpancdopmanus pacTeHun

Arpo0akTepuajibHble 0myXxoJu. buoxumuueckas cneunduka onmyxosiei

Tpanchopmanuss pacTeHHMH — 3TO CTaHJAPTHBIM METOJ JUJIS ITOJyYEHUs] T€HETUYECKH
MOIUGUIMPOBAHHBIX pacTeHuid. Hambomee paszpaboran MeTo] arpoOakTepHaTbHON
TpaHc(hOpMaIHH.

bakTepun MOTryT BBI3bIBaTh PAKOBbIE OIYXOJIN Y PACTEHUH.

e Agrobacterium tumefaciens BBI3BIBAaCT 00JIE3Hb KOpOHUaTOro ramia (crown gall),
KOTOpas BO3HHMKAET OOBIYHO B KOPHEBOHM cHcTeMe, HO B JaJbHEUIIEM OakTEepuu MOTYT
pactpoCTpaHATHCS 10 PACTEHHIO U 00pa30BBIBATh TAJIbl B HOBOM MecTe. OMyXOJH SIBIISIOTCS
37I0Ka4eCTBEHHBIMU. Jlaxke eciy yanuth 0akTeprH C MOMOIIbIO aHTUOMOTHKA, POCT OMYXOJIHU
BCE PAaBHO MPOJOJKAETCS.

e Agrobacterium rubi — BO30yIuTeNh KOPHEBOTO paKa MaJIMHBI.

e Agrobacterium rhizogenes — Bo30yauTeNb 00JE3HN «KOCMATOTO» WM «00OpOAATOTO)
KOpHsi. B Takux KOpHSX HaApyIIeH T'eOTPONu3M (PacTyT B pa3HbIe CTOPOHBI) H Pa3BUBACTCS
OYCHb MHOTO KOPHEBBIX BOJOCKOB. 3a00JICBaHHE MOXET MPOSBIATHCS MTKO, MHOTAA U3
HOBPEXIEHHOTO KOPHS MOTYT BO3HUKATH IMOOETH, M pacTeHNUEe HOPMAJIN3YETCH.

e Agrobacterium vitis — BO30yauTenb 00J1€3HM KOPOHUATOTO Tajljla Ha BUHOTPAJIE.

ArpoOakTepu OTHOCSTCS K TPaMM-OTPHUIATENBHBIM IOYBEHHBIM CanPOTPO(HBIM
Oakrepusim u3 cemeiictBa Rhizobiaceae. [laToreHHble CBONHCTBAa HAYMHAIOT MPOSIBIISATHCS,
TOJIBKO €CITH PSIOM MOSBIISIETCS MOBPEXKIEHHOE MOTEHUIUATbHOE PACTEHHUE-X035IMH, 0OBIYHO
nBynonbHOe. [Ipu moBpexIeHnn KJIETOUYHOM CTEeHKH (MEXaHHYEeCKOe MOBPEKICHUE KOPHEBON
CUCTEMBbl TpU TEpecajKke, BPEAUTEISIMH, CHJIBHBIM BETPOM), TMOSBISETCS CBOOOHAS
TJIFOKYPOHOBAsi KUCJIOTA, TJII0K03a, apaOMHO03a M alleTOCUPUHTOH ((EHOJIBHOE COCIIMHEHHE).
DTH BelecTBa CIy)KaT XeMOAaTTpaKTaHTaMH JJIsl OaKTepuid.

Omnyxonu copepkaT crenu(puieckrue BEecTBa — OMMHbI. DTO NPOAYKT KOHJICHCALUU
JIBYX MOJIEKYJ (B CAaMOM IPOCTOM BapHaHTE aMUHOKHCIIOT U KETOKHCIOT). Kaxelii Bua U
Jlake ITaMM arpoOakTepuii 00s1agaeT cOOCTBEHHBIM OITMHOM, HAIIPUMED:

® HONAIWH = apTUHUH + KeToriyTtapart (Agrobacterium tumefaciens);

® OKTOIIMH = apTUHUH + nupyBar (Agrobacterium rhizogenes). OKTONHH CHa4aya ObLI

BBIIEJICH U3 MBIIII OCBMHHOTA, OH OOHAapYy>KeH Takke B MOpCKUX rpebemikax. OH

BO3HHUKACT B YCJIOBUSAX TUTIOKCUU, UTPAET POJIb MOJIOUYHOW KUCIIOTHI.

® KyKyMOJHUH — Ha OCHOBE aJicHUHA (OIyXO0JH BUHOTPA/IA)

e arpornuHONuH A = caxapo3sa + L-apabuno3a

e arpormHonuH B = ¢pykTo3a + L-apabuno3a

e MaHHOIIMH = MaHHO3a + ITyTaMUuH

TUNOB ONMHOB CPaBHUTEIILHO HEMHOIO, HO B OIYXOJIM OJHOBPEMEHHO Pa3HbIE THUIIbI
00BIYHO He BeTpevaroTes. [loaToMy Mexay arpoOakTepus MU CyIIECTBYET KOHKYPEHIUS (eCu
pacTeHue MopaxeHO OJHUM IITAMMOM, TO JPYTOH y>Ke He MOXKET €ro IOBTOPHO 3apa3uTh).
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OnuHBI HE pa3llaraloTcsi B OpPTaHU3ME PACTCHUs. DTO MPUBOAUT K TOMY, YTO W3
MeTa0oIM3Ma pACTeHUH BBIBOMATCS OMpPENCIEHHBIC DSJEMEHThI MUTAHHUS: TPOMYKTHI
¢dorocuHTe3a (AMHUHOKHCIIOTHI, KETOKUCIIOTHI, caxapa), 3JIEMEHTHl MUHEPAIBHOTO MUTAHUS
(azot, pochop). Pacrenne HaunHaeT 6GOPOTHCS C NeDUIIMTOM, HAMIPABIISET B OMMYXOJb HOBBIC
MOPIIMH MUTATENbHBIX BEIIECTB, HO KJIETKH CHOBA MEPEBOJAT X B OMUHBI.

Kax/iplif TUIT OITMHOB MOXET pa3pylLIaThCsl TOIBKO BHYTPH KJIETOK COOTBETCTBYIOLIMX
arpobaxtepuil. Hebonbiiass cnocoOHOCTh NepeBaprBaTh OMUHBI OOHAPYKEHA y HEKOTOPBIX
rpu6oB. OHM [aI0T BTOPUYHYIO MH(EKIHIO, TMOCENAACh B TPEUIMHAX OIyXOJIM, KOTOpas B
pe3yabTaTe 3TOro HaYMHACT 3arHUBaTh. HUKaKUM IpyruM opraHu3MaM OMUHBI HE JOCTYITHBI.

I'opmMoH-He3aBUCHMMBIN POCT OILYXO0JIeH

Arpo0akTepun BBI3BIBAIOT TOPMOH-HE3aBHUCUMBIA pOCT. OMyX0ib MOTYT pacTH
aBTOHOMHO, ©0e3 J00aBlIeHMS AayKCHMHOB M IIUTOKMHUHOB (OHAa MPOIYLHPYET UX
camMoCTOATENbHO). OIyXonb NPOHU3BIBAETCA MPOBOJAIIMMM TKaHAMH (KCHWIIEMOH U
¢d103Moif), Garomapst 4emMy pacTylIue YYaCTKH OMyXOJIH OOMIBHO CHA0XKAIOTCS DJIEMEHTAMU
MUHEPATBLHOTO MUTAHUS U MPOAYKTaMU (OTOCHHTE3A.

CnocoOHOCTh arpo0aKkTeprid BHI3BIBATH 3JI0KAYECTBEHHBIN POCT 00YCIIOBIIEHA TEM, YTO
y HuUX uMmeercs aocraroyHo kpymnHas Ti-mmasmuaa (Tumor inducing). Jlns mposiBieHus
BUPYJICHTHBIX CBONCTB HEOOXOAMMBI TeHbI U3 Vir-oosjactu. T-paiion mazmuns! (Transfer) —
st0 ¢parment AHK, conepkammuii OHKOreHbl, KOTOPBI MO BO3JEHCTBHEM MPOIYKTOB Vir-
00JIaCTH KOMHUpYeTCs, MEepPEeMeIlaeTcsi B KIETKY XO3iMHAa W HMHTErpHUpyeTcs B €€ TeHOM
(MMEHHO TIOTOMY y/IaJIeHHE CaMOi OaKTepu HEe OCTAHABIUBACT POCT OIYXOJIH).

Coticta Ti-ma3Must:

e Pasmep okono 200 kb. Ona moctaTtoyHO KpyInHas W HE OTAeiseMa OT OCHOBHOTO
TreHOMa arpo0aKkTepHii, YTO yCIOKHSIET TeHHO-MHKEHEPHBIE MAHUITYJISIIUH C HEH.

e Huskas konmuiHOCTH (0OecreunBaeTcs U KOHTPOIHUPYETCS OPUDKHMHOM PEIUIHKAIIUU
ori R) Taxxe ocioxHseT mpemapatuBHOe BblgeneHue. boiee toro, Ti-mmasmmna
UMeeTCsl MPUMEPHO y 5% OakTepuil B MOMYJSIMMA, TaK KaK 110 Mepe JCTICHUS KIETOK
OHa 4acTo TepseTCsl.

e TpancmuccuBHas (ecTh MexaHuU3M mepeHoca). OHa koxupyer F-mumum, oOpasyromue
KOHBIOTAIIMOHHYIO TPYyOOUKY MEXIy KJIETKOW-IOHOPOM H KIIETKON-PEIUITUEHTOM, 110
kotopoir komus TutazmMugHot JIHK mepemaércss w3 opoi KIETKHM B JAPYTYIO
(ropu30oHTANIBHBIN MepeHOC TeHOB). B pe3ynbTare Takoro KOHbIOraTUBHOTO MEPEHOCca
KJIETKA-PELUIUEHT TMOJy4aeT JIOHOPCKHME CBOWCTBA. Ti-Tuta3Muaa HA4YMHAET STOT
MpOLECC, €CIU PAIOM €CTh MOBPEKIEHHBIM MOTECHIMAIbHBIA X035iMH. B pe3ynbTaTe
MIPOLIEHT BUPYJIECHTHBIX KJIETOK B MOIYJISILIUM HAYMHAET PE3KO BO3PACTaTh.

e (CenexTUBHOE NMPEUMYIIECTBO AJI Pa3BUTHUSI BHYTPU 00Pa30BaHHBIX OMYyXOJeil

CewmeiictBo Rhizobiaceae. Buabl Agrobacterium

Tun I1asMUbI ONIPCACIIICT KPYT TOTCHIHUAJIBHBIX X035CB.
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[TaTtoreHHsle:

e Agrobacterium tumefaciens — WUPOKUI KPYT X035€B CPEAM JABYIOJBHBIX, BBI3BIBACT
601e3ub KopoHuaroro ramia (Ti mnazmuga: T-paiion)

e A. rhizogenes — IMPOKUH KPyr XO35ieB CpPEAM JBYIOJbHBIX, BBI3BIBAECT OOJIE3Hb
«bopomaroro» unmn «kocmatoro» kopHs (Ri-niazmuaa: Ty + Tr paiioHsr)

o A. rubi — nopaxaer manuny (Rubus idaeus), xopaeBoil pak (Ti-mmazmuna: Ta + Ts
+ Tc paiioHsl)

e A. vitus — nopaxaet Bunorpaz (Vitus vinifera)
Henarorennslit BUA:

e A. radiobacter — obutatenb puzocdepbl paCTCHHM, HE COACPIKUT TIIIa3MHU/T
CHUMOUOHTHBIE:
Rhizobium leguminosarum (c ropoxom), Rhizobium phaseoli (¢ paconwto), Rhizobium
meliloti (¢ mToHHUKOM), Rhizobium trifolii (c xneBepom), Bradirhizobium japonicum (¢ coeit) u

Jp. — HECYT pSym IJ1a3MH/ABI.
Cnoco0bI 00pb0BI € arpodaKTEPUIMHU:
1. maboparopHblii — 00paboTKa aHTUOMOTHKAMHU L1e(aTOCIIOPUHOBOIO psija: KiadopaH,

nepomesnH, wnepazonmuH — g0 500 wmr/m. OTH  aHTHOMOTUKM HApyIIAlOT COOPKY
MENTUIOTIUKAHOB KJIIETOYHOM CTEeHKH OakTepuid. [leHWIMIUIMHBI U1 ATUX Leled He
UCIIOJIB3YIOTCS, TIOCKOJIBKY OHU COAEPKATCS B COCTaBE T'€HHO-MH)KEHEPHBIX KOHCTPYKIHUH, U
y arpo0akTepHii ecTb K HUIM YCTOMYMBOCTb. MeTO/1 He TOJUTCS AJI MacCOBOT'O MPOU3BOJICTBA
(13-3a BBICOKMX KOHIICHTPAIIM{ U HU3KOM YCTOMYMBOCTH aHTHOMOTHKA B CPEJIe).

2. KOHKYPEHTHBIH — 00paboTka KOpPHEBOW CHCTEMBbl HEMATOTCHHBIMU IIITAMMaMH

arpobOakrepuii mepen mocaakoil. Crnocod TPeIOKEH AaBHO, HO HE Ma€T yCTOWYHMBBIX
pe3yIbTaToB

3. Gakrepuodaru — 3TO cHenMaIM3UpPOBaHHBIE BHpYychl Oakrepuil. B 1975 r. Obuio
oOHapyskeHO 4 yMepeHHbIX (para, mapasuTupyroumx Ha arpodakrepusix: PB2A, PB6(omega),
PV-1(LV1) u PS8. [1o3xe obHapyxens! u apyrue. B 2003 r. B moneBom onbite (CILIA) mocie
7 MecsleB KyJIbTUBUPOBAHHUA B 2 W3 3 BapHAHTOB YMCIO KOPOHYATHIX TajsIOB 3aMETHO
YMEHBIUJIOCHh (B KaxkaoM BapwaHTe — 1o 70 CaXEHIIEB JIECHOTO opexa). DTO OJUH W3
HanboJiee MePCIEeKTUBHBIX CITIOCOOOB

I'enernueckue pynkuun Ti-mazmun

OcHoBHbIe TeHbI Ti-TUTa3MuUIBI IpeacTaBiaeHa Ha puc. 3.1.
e OpUIKMH peIuIMKalui HeoO0XOAMM, YTOOBI IJIa3MHia MOIja perMuupoBaThes. OH
HE OYEHb AKTUBHBIN, YTO MOJAEPKUBAET HU3KYIO KOMMHHOCTD.
e Vir-reusl coOpanbl B Vir-pernoH. bonbmmHCTBO M3 HUX «Momyar»y. Bc€ Bpems
skcnpeccupytores VirA u VirG.
e T-paifoH oOpami€H AByMs IPSIMBIMU [TOBTOPAMU (JIEBBIM U MpaBbiM). OHU MO3BOJISAIOT
BbIpe3ats JIHK, co3mate e€ konuo 1 TpaHCIIOPTUPOBATh B KIIETKY XO3SIMHA.
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e B T-paiioHe coCpelnOTOYEHBI I'€Hbl CHHTE3a OMUHOB, a4 TAK)KE€ OHKOIEHbI, KOTOPHIC
KOHTPOJIMPYIOT OMOCHUHTE3 ayKCHMHOB M LIUTOKMHHWHOB B OIYXOJH, 00ECIIEYMBAIOT TOPMOH-
HE3aBUCHUMBII pOCT.

e KoHBIOTaTHBHBII TpaHCIIOPT 0OecreunBaeTCs ONMpeaeNEHHON MOCIeI0BATEIbHOCTHIO
B Ti-mnazmuzne. OH oTBeYaeT 3a MEPEHOC W pacmpocTpaHeHue Ti-mmasMua cpenu Apyrux
KJIETOK arpo0aKTepHii.

e ['eH onuHOBOro Kara®oiM3Ma COOTBETCTBYET I'€HY ONMHOBOTO CHHTE3a TaK, YTOOBI
CHHTE3MPOBAHHOE B KJIETKAaX PACTEHUI BEIIECTBO MOIJIO BIIOCIEICTBUH IepepadboTaThes.

Oncogenic genes  Cytokinin productiqn Opine synthesis
Right T-DNA border

Auxin production

Left T-DNA border™ Conjugative transfer

Ti plasmid
(Octopyne type)

Virulence region Opine catabolism

Origin of replication
Puc. 3.1. Ti-nnazmuoa

Y3HaBaHue MeTA00JIUTOB pacTeHUsl. AAre3us arpodaKkrepui

ALIETOCHPUHTOH y3HAETCS ¢ TIOMOIMIbIO OETTKOBOTO MpoaykTa rena Vir A (puc. 3.2).

.l .‘.. I.....‘..&.I.......'.’..I‘..‘"... DO

VerA\_
Periplasmic
m space

Sugars;,
low pH
I,O?.,....,.",....ll. '%I.'/:{’ .'............‘. :
/ AR membrane |
I!All..l...‘.! COOUO

Puc. 3.2. J[syxxomnonenmnasn cucmema VirA/VirG
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VirA pacmosio)keH Ha BHYTPEHHEH KJIETOYHON MeMOpaHe, T/ie OH CYIIECTBYET B BHJIC
nuvepa. ChvE (HykieoTum) CBA3BIBACT TaJaKTypPOHOBYIO KHCIIOTY, TJTIOKO3Y W apaObWHO3Y,
MOBBINIAST YYyBCTBUTENIBHOCTH VirA. 3Jto ko-peuenrtop. VirA (Ti-urasmupa) y3HaET
alleTOCUPUHTOH W Jpyrue (QEeHOJIbHBIE COeIWHEeHMs. OJTo TuctuauH-kuHaza. VirG (Ti-
1a3Muga) TmepeHocuT ¢ochop Ha OCTaTKe acmapariHOBOM KHCIOTHL. JTO  (akTop
TPAHCKPHUILIUHU U (pochoTpaHCcMHUTTED.

CmpaBa u cieBa ot T-paifoHa pacmoioKeHbl KOHCEPBATHBHEIC MOCIEAOBATEIHLHOCTH
U3 25 HYKJIEOTHUJOB, KOTOPHIE Y3HAIOTCA W Pa3pe3aloTcsi KOMIUIEKCOM H3 JIByX HYKJIea3
VirD1/VirD2. bpemm noctpanBaroTcsl, LIETIOYKA 3aMbIKaeTCsl U Ipouecc noTopsieTcs. To
€CTh C OJTHOM IJIa3MHUJIbI MOKHO caenath MHOXecTBO konuid JJHK T-paiiona.

JIBa MexaHu3Ma aJre3uy arpobaKTepui:

1. Unipolar Polysaccharide (UPP) — Ha mOoBepXHOCTH KJIETOYHOW CTEHKH arpoOaKTepHid
HEPaBHOMEPHO paclpeAenéH YHUIIOISIPHBIA monucaxapus. ArpoOakTepu NPUHUMAIOT

BEepTUKAJIbHOE ITos1okeHue, UPP 0kann30BaH B MeCTE KOHTAKTA C XO35IMHOM.
2. HenonsipHoe mpukperuieHue (B TOM yuciie 60KOM) XapakTepHoO A MyTanToB o UPP

Tpancnopr ou-/IHK u 0esixkoB. B3aumoneiicreue ¢ X03HHOM

JIHK nepecekaet HECKOIBKO TPaHUIL:

BayTtpennss memOpana 6aktepun

[epumnazmMaTuyeckoe MPOCTPAHCTBO (C MENTUIOTIIHKAHOM)

Buemnss memOpana 6akrepuu

KrnerouHnas creHka pacTeHUs

[Tnazmanemma

IluTo3016

Anepnast memOpaHa

TpaHcnopTHBINM KOMILIEKC COAEPKHUT O€IKH, KOTOphlE OOECIeunBalOT MPEOI0JICHNE
OapbepoOB 1 MPOHUKHOBEHUE B IUTOIIa3My pacteHus-xo3suHa (VirB1 — VirB11, VirD4):

NV AL =

e VirB20 VirBS5 — BHemHss nuis

e VirB7, VirB9 — o6pa3ytor nmopy Bo BHelTHel MeMOpaHe

e VirB1 — ruaponu3s nentuaoriankaHa

e VirB8, VirB10 — xanan B nepuria3aMaTHueCcKOl 4acTi

e VirB3, VirB6 — 6enku BHyTpeHHEH MeMOpaHbI

e VirB4, VirB11, VirD4 — AT®a3s1 (B BuE TEKCaMEPOB)
NMMYHHBIN OTBET PaCTCHUSA:

e Yy3HAaBaHWE MAaTOr€HA pACMOJOKEHHBIMA Ha IUIa3MajeMMe pelenTopaMu K
¢bnaremnuny u ¢akropy >nonHranuu Tu.

e 1niepenaua curHana yepe3 MAP-kuHa3HbIN Kackas

e (dochopmmmpoBanue Oenka-mutieHu VIP1 (pakrop Tpanckpumimm)

e [iepeaya CUTHAJA B SIIPO U BKIIIOUEHUE T'€HOB MMMYHHOTO OTBETA
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® UMMYHHas peaxkius
UTto TpaHCHOPTUPYETCS B PACTEHHUE:

e VirD2+T-IHK — unrerpanus B renom, Hec€T Nuclear Location Signal

e VirE2 —3ammra JIHK ot nykiieas + Nuclear Location Signal (kak u VirD2)

e VirE3 — momoraer tpancnopry T-/IHK B siapo

e VirF — KOMIOHEHT yOMKBUTHHIINTA3HOTO KOMILIEKca (Jerpaaanusi 6eJIK0B UMMYHHOTO
OTBETA PACTEHUI)

e VirD5 — crabunmsupyer VirF

T-IHK BcTpamBaeTcss B I'€HOM pacTeHMsI M CTaHOBUTCS €ro yactbto. Hekxoropsie
xonuu T-JIHK Moryr He BCTpOMTBCS B T€HOM, HO IPOSBIATH F€HETHMUECKYIO AKTUBHOCTH B
TEUYEHUE HECKONBKUX THEeW — TpaH3ueHTHas TpaHcpopmauus. [Ipu nenenun T-/IHK Oyner
yTpadeHa, eCJIM OHAa He UHTETPUPOBAHA B TEHOM

I'enbr B T-pailoHe HaxXOASTCSA MOJ 3YKAPUOTUUYECKHMMHU MPOMOTOPAMU M HAYMHAIOT
JKCIIPECCUPOBATHCS TOJBKO IOCIE BCTpaWBaHWs B pacTeHue. OCHOBHBIMHU SIBISIIOTCS T'€HBI
OMOCHHTE3a ayKCHHA, IUTOKMHUHA U OIMHOB.

CuHTE3 TOPMOHOB B OILYXO0JIH

bonbmmucTBO reHoB T-JIHK akTuBupyroTCsS TONBKO mOcie €€ BCTpauBaHUS B TEHOM
pactenusi. IX MpoyKThl U BBI3BIBAIOT 00pa30BaHUE KOPOHYATOI'O rajja.

Cunre3 ungomuinykcycHor kucioTel (MYK) u3 tpuntodana y pacteHu IporucxXoauT
B 3 orama: AeKapOOKCHWIMPOBaHUE, JAE€3aMUHUPOBAHME M OKHUCJIEeHHe. bakrepus Moxer
cmenath 310 B 2 odrama. I'enn iaaM u iaaH, u3BecTHBRIE Takke kKak tmsl u tms2
COOTBETCTBEHHO, KOAMUPYIOT (DEPMEHTHI, IPUHUMAIOIINE YYaCTHE B CUHTE3€ PACTUTEILHOTO
rOpMOHa ayKCHHA (MHIOMMIYKCYCHOW KUCIOTHI). ['eH iaaM koaupyeT ¢gepmeHT TpuntodaH-
2-MOHOOKCUTEHA3y, KOTOpas KaTaJU3UpyeT OKHUCIUTEIbHOE JeKapOOKCHIMPOBAHUE —
npeBpatieHue Tpuntodana B uHAoMMI-3-aneramu. ['en iaaH kogupyer ¢pepMeHT WHAOMNI-
3-ameraMUArHIPONa3y, KaTaJU3UPYIOMIyI0 OOpa3oBaHHE WHAOIMIYKCYCHOM KHCIOTHI U3
WHI0JIAII-3-alieTaMu1a yTEM ie3aMuHupoBanus (puc. 3.3, A).

I'ensr i1aaM/iaaH wacto BcTpeuatorcss y Oaktepuit PGPB-rpynmei:  Rhizobium,
Pseudomonas savastanol, Erwina herbicola n np. OTu OakTepuu B3aUMOJEHCTBYIOT C
pacTeHUsIMH U MOAU(UIMPYIOT UX POCT C MOMOIIBI0 aykcuHa. OMmyXosib BHEIIHE [TOX0XKa Ha
KopoHuaThlii rayul. [loka xuBa OakTepHs, OHAa MPOU3BOAUT AYKCHH, IOJ BO3JIEHCTBHEM
KOTOPOro KIJeTKH aensatcs. OnHako JeyeHHe aHTHUOMOTHKAaMHM OCTaHAaBIMBACT POCT TaKOH
OIyXOJIH, TO €CTh OHAa JOOPOKAaYEeCTBECHHAS.

Kpome toro, T-ZIHK Hecer ren tmr (M3BECTHBIN TakXke Kak T'eH iptZ), KoAUpYHOMUi
U30MEHTIIITPaHChepasy — (epMEeHT, KOTOpBIA KaTalu3upyeT MpucoenuHenue k S5'-AMP
U30MPEHOUAHON OOKOBOM Liemu ¢ 00pa3oBaHMEM LUTOKMHUHOB H30NEHTEHWIAJCHUHA U
n3oneHTeHmwiaaeHo3namonopocdara (puc. 3.3, b). I[lpm ruapokcwimpoBaHUM ITUX
COCMHEHUN pACTUTEIbHBIMH (epMEHTaMU OOpPa3yIOTCs LUTOKUHUHBI TpPAaHC3€aTHMH U
TPaHCPUOO3UII3€aTUH COOTBETCTBEHHO. ECTh rOMOJIOT 3TOro reHa — mpaHc-3€aTUHCUHTA3a
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(tzs), xoToperii pacnosioxkeH Ha Ti mmazmume psaoMm ¢ Vir-odinacteio. DTO O3HAYAET, UYTO

TIOMHUMO CHHTE3a B OITyXOJIH, arpo0akTepus emmé 1 cama MpoaylupyeT YacTh TPaHC3eaTHHA.
I'ensr iptZ gacto BcTpeuarotcs y 6akrepuit PGPB-rpynmel: Pseudomonas savastanol,
Xanthomonas orysae v ip.
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Puc. 3.3. buocunmes aykcuna (A) u yumoxkuruna (b).

W aykcuH, 1 TUTOKWHHUHBI PETYIUPYIOT POCT U PA3BUTUE PACTUTENIBHOU KJIETKH, HO,
MPUCYTCTBYSI B U30BITKE, MOTYT BBI3bIBaTh y PAacTeHUU 0oOpa3oBaHHE OIyXOJeH, TaKuxX Kak
KOPOHYATHIN Tajll.

Kpome renoB aykcuna u nutokunusa, T-JIHK kaxmoi crienuduueckoit Ti-mmazMusi
COJICPXUT JIOKYC tml, 1eTepMUHUPYIOIIUN CUHTE3 COCIUHEHUS U3 Kiacca OMUHOB. OMUHBI —
ATO YHHKAJIbHBIE MPOJIYKTHl KOHIEHCAIMM aMHHO- U KETOKUCIOT WJIM aMUHOKUCIOT U
caxapoB. OHM CHHTE3HPYIOTCS B KOPOHUYATOM raijie, a 3aTeM CeKpeTHpyroTcs. YToObl onuH
nepecék KIeTOUHYI0 MeMOpaHy U OKa3aJicsi BO BHEIIHEH cpezie, He0OX0auM reH 6a U3 JoKyca
tml (ommH-IepMeasa). ['eH 6b 13 ATOTO Ke JOKyca OKa3aJicsi OHKOTEHOM, KOTOPBIA CITOCOOEH
MEepPEMEIIATHCS IO PACTEHUIO U BBI3BIBATH CUMIITOMBI B HOBBIX MECTaX.
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OnuHBl MOTYT HCIOJNB30BAThCSl KAK MCTOYHUK yriiepoja (a MHOTIa U KaKk UCTOYHHK
azora) Jsro0oi A. tumefaciens, xoTopas HeceT B Ti-mmasMuae TEHBI KaraboyiM3Ma
COOTBETCTBYIOIIIETO OmMuHA, Jokanu3oBaHHble BHe T-JIHK. bBonbmmHcTBO 1Opyrux
HCCJIEJIOBAHHBIX TMOYBEHHBIX MHUKPOOPIaHM3MOB HE CIIOCOOHBI MCIIONB30BaTh OMHMHBI Kak
UCTOYHUK yriepoaa. Takum oOpa3omM, B TPOIECCE SBONIOINUHN BBIPAOOTANICS YHHKATBHBIN
HA0Op MEXaHU3MOB, TOCPEICTBOM KOTOPBIX KaXKIbIM ITaMM A. tumefaciens TE€HETUYECKU
TpaHCPOPMHUPYET pPACTUTENbHBIE KIETKH B «OHojorudeckue (GpaOpuKu» MO MPOU3BOJCTBY
COCIMHEHUH YTIIepo/ia, UCIIOJIb30BATh KOTOPHIE MOTYT TOJIBKO CaMH 3TH OaKTepHUH.

I'ennl rol. IlpakTuyeckoe ucnosib3oBanue Ri-miazmmjg

PaccmoTpenHbIe BbIllle MEXaHU3MBI XapakTepHbI Uil A. tumefaciens, y npyrux Ooinee
CHEIUAIM3UPOBAHHBIX OAKTEepHil BCE ropa3o CIOKHEE.

VY Ri-mna3muasl arponuHoBoro Tuma (puc. 3.4) T-paiioH pa3genéH Ha 2 ydacTka:
neBwiii (TL-DNA) u npassiii (TR-DNA). buocuHTe3 aykcHHa ¥ IUTOKMHUHA COCPEIOTOYCH B
npaBoM yuacTke. Ecnu chenate KpyINHYIO NEJICHHI0 W yNaduTh MPAKTUYECKH BECh MPaBBIi
paiioH, arpobakTepuss BCE paBHO COXPAHHUT CBOM IATOTEHHBIE CBOMCTBA 3a CUYET JIEBOIO
y4acTka. B HEM HET reHOB OMOCHMHTE3a TOPMOHOB, 3aTO COJEpX aTcs TeHbI root locus (rolA,
rolB, rolC, rolD), BbI3BIBarOIIME PHU3OTEHE3, a TaK)Xe HECKOJbKO TEHOB HEHW3BECTHOTO
HazHaueHnwus (orf8, orfl2, orfl4, orfl8). CymecTByIOT KyKyMOIIMHOBBIC U MaHOMMHOBBIC Ri-
TUTa3MUIBI, KOTOPBIE BOOOINE HE coaepkar T-paiioH (TO €CTh HET I'€HOB, OTBEYAIOIIUX 3a
OMOCHHTE3 ayKCUHOB U ITATOKHHUHOB).

T-DNA border
repeat
sequences
© ¥
e
L
‘q';;‘(&_ 0?‘ l i Q‘Q-;r ’b@ 2
o © “ TC-DMA i '/
N ‘ ) » ‘ T-DNA
T-DNA @‘i@—. ﬁ’.o 4~ ngm border
Left border & ‘\9- repeat
repeat W sequences
sequences ™ o \/‘ﬂ
octopine
oce catabolism
Agropine type
Ri Plasmid
i (Split T-DNA)
virulence vir
genes tra conjugal
transfer
/', y
r 4
oriv yr
s opine
— taboli
vegetative cataboflsm
origin of
replication

Puc. 3.4. Ri-nnazmuoa acponunogoeo muna
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e rolA - cuipHO CHWKaeT ypoBeHb MHOTHX TopMoHOB (MYK, nMTOKMHMHOB,
ru66epemnna, ABK). Ho nmpu 3ToM pacTér 4yBCTBUTENBHOCTD K ayKCHHAM.
e rolB — yBenMuMBaeT 4yBCTBUTEIBHOCTD K AyKCUHY
+orfl3 — pu3oreHes noyTH Takou e, kak oT Bcero TL
¢ rolBrr — 6osee ciadblit romosor u3 «mpasoi» T-JIHK
e rolC — ¢yukuus auckyccuonHa. [Ipeamonaranu, 4To 3TO TJIMKO3WIa3a TUTOKUHHUH-
TJIMKO3UJIOB, KOTOpas MOBBIIAET YpPOBEHb CBOOOIHBIX HUTOKMHUHOB. [loHmXkaer
4yBCTBUTEIBHOCTD K ayKCUHY, ru00eperinay, ABK, HO moBbIIIaeT 4yBCTBUTEIHLHOCTD
K IMTOKMHUHAM. Ha skcrpeccuto BiusieT caxaposa.
e rolD — ymensimaer pusorenes. [Ipeanonaraemas QyHKIus — OMOCUHTE3 TPOIMHA U3
OpHHUTHHA
IIpumenenune Ri-muiazmua:
1. KynbTypa HEeOrpaHM4E€HHO PAacTyIIUX KOPHEH (IJ1s1 MOTyUYeHUs LIEHHBIX BTOPHUYHBIX
MEeTa0OJINTOB)
2. UccnenoBanue B3auMOICHCTBUS MUKOPU3HBIX TPHOOB C KOPHIMH
3. «Pa3opyxenue» Ti-mnazmu: uckirodeHue u3 T-paiioHa oHkoreHoB iaaH, iaaM, ipt;
BKJIIOYEHHE TE€HOB UHTEPECa, MApPKEPHBIX U PETIOPTEPHBIX T'€HOB.

Arpo0akTepuanbHasi TpaHcGopManus pacTeHUui

UccnenoBatenmn n3 benmbrum Mapk Ban Montarto u JDxed Illemn mpemmoxwmm
UCITIOJIb30BaTh arpoOakTepuaNbHyl0 TpaHCchOpMalMIO Jisi KIOHMPOBAHUS TEHOB Oelka
Opa3mIbCKOTO Opexa, KOTOPhIE 3aTéM MOXKHO BCTAaBUTh B I'€HOM COM C LIEJIBIO YIIyYIICHHUS
CBOWCTB COEBOro Oelika ¢ TOYKU 3PEHUS MPUMEHEHHs €r0 B MUIIEBOH MPOMBIIUICHHOCTH.
Emé onna mepcnekTuBa NMPUMEHEHUsS! arpoOakTepraibHON TpaHc(hOopMalMyd — 3TO CO3JIaHHe
YCTOMYMBBIX K TEpOMIMAAM pACTEHUW, YTO TO3BOJIUT CHHU3HTH 3aTpaThl Ha OOpbly ¢
COpPHSIKaMHU.

B nacrosimee Bpemsi arpoOaktepualibHas TpaHcQopMalis IMIUPOKO HCIOJIb3YeTCs B
CEJIbCKOM XO35CTBE U T€HHOW MH)XEHEPUU PACTECHUI.

[TockonbKy KJIOHUPYIOIIME BEKTOPHI HE COAEPKaT I€HOB Vir, OHU CaMU HE CIIOCOOHBI
obecrieunBarh TpancrmopT W uHTerpammio T-JIHK B kierku pacreHus-xossimHa. YToObl
pemuTh 3Ty npodaemy, OblI0 pa3paboTaHo /1Ba MOAXO0A.

[lepBBIli TOMXOJ OCHOBAaH HAa TOMOJIOTWUYHOW pekomOuHanuu (puc. 3.5, A). B
KHIIIEYHON TajJouke HapabaThIBaIOT BEKTOpP, HMMEIONIUN TOMOJIOTHIO ¢ Ti-TuiasmMujgon u
comepxamuii TeHsl uHTEepeca. BekropHas JIHK pexomOunmpyer B A. tumefaciens c
«pazopyxerHoi» Ti-mmasmunon, T-JIHK koTtopoii He HECET OIMyXoJIepOIHBIX TEHOB. TakuM
00pa3oM, BeCh KJIOHHMPYIOUIUH BEKTOP BCTpamBaeTCs B HEOHKOreHHyIo Ti-ruazmupy (puc.
17.6, b). Heonkorennas Ti-ruiasmuja cCOAEpKUT Vir-reHbl, HEOOXOaUMbIe i mepeHoca T-
JHK B pacTUTENbHYIO  XO3MHCKYI0  KJIETKy. TakuM  o0pa3oM  TIeHEeTHYEeCKH
CKOHCTpyHupoBaHHBI yuacTok T-JIHK moxer ObITh mepeHecéH B pacTUTENbHBIC KIETKU.

36

’; BLONOr NMEC KM L

M.B. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

OmHAaKo 3TO JOCTATOYHO CIIy4YalHBIM M C1a00 KOHTPOJIUPYEMBIN MPOIIECC, MIOATOMY JTaHHBIN
METO/] ceiiuac MMeeT UCTOPUUYECKOE 3HAUCHUE.

A B b*

T-DNAbinary
vector

Exchange/co-integration
vector

LB .
Ti-plasmid Vi BENES

vir genes

vir helper

LB h
orl

vir genes

Ti-plasmid

Puc. 3.5. Bekmopnvie cucmemsi Ha ochoge Ti-naazmuo

Ceituac Ti-mma3smuapl 1easAT Ha 2 KOMIIOHEHTA: TJIa3MHIa XeJIep, coaepxkarias vir-
00J1acTh, ¥ BEKTOp, CojepsKaluii TeHpl natepeca (puc. 3.5, B). Heonkorennas Ti-mumazmuna-
XelNmep NpoAyLuupyeT OelKkH, KOJUpyeMble Vir-reHaMH, W BBICTYHaeT B POJIM MOMOIIHHUKA,
cnocoOctByst BerpauBanuto T-JIHK u3 Bekropa B xpomocomuyio JIHK pacrenus. UtoOsl
OMO3HATh ATy IUIA3MHUAY, €€ MapKUPYIOT TE€HOM YCTOWYMBOCTH K AaHTUOMOTHKY
pudamnuuuHy. bakrepuio cogepxar Ha cpele ¢ aHTHOMOTUKOM, YTOObI OHA COXPaHsIa CBOU
BUpYJIEHTHBIE cBOMcTBA. OTIENBbHO CO31aéTcs HEOOIbIIas KOIbLEBask MOJIEKYJIa — OMHAPHBIN
BekTOp. Bcee cramum kimoHupoBaHHS NpoOBOASAT B E. coli, a 3areM BEKTOp BBOASAT B A.
tumefaciens. IIponyKThl Vir-reHOB IUIa3MUAbI-Xennepa Oy yT B3auMOJIEHCTBOBATH C MPaBOil U
JeBOH rpaHuiamMu T-paiioHa B BekTope. Takum obOpazom T-paiioH OyneT mepeHOCUTHCS B
pactenure. UYUTOOBl TrapaHTHpOBaTh HWHTETPAlMI0 BCEM KOHCTPYKIMH U  TOBBICUTH
3 PEKTUBHOCTh TpaHC(HOPMALIUY, CEIEKTUBHBIM Mapkép pacroyiarailor OJike K JIeBOH
IpaHHIle, a TeHbl WHTepeca ONIKe K MpaBod. DTO CBA3aHO C TeM, YTO 5 -KOHEI (IIpaBblii)
XOpOLLIO 3alMIIEH OT HYKJICApHBIX aTak, a JIEBbIM KOHEIl YacTO yTpaunBaeTCsl.

B kauecTBe MapKéPHBIX (CeTEKTHBHBIX) F€HOB HCIIOJIb3YIOT I€Hbl YCTOMYMBOCTHU K
xnopampennkony, kaHamuiuay (npt III, ama aBynonbHBIX), THTpOMHUIIMHY (i1 puca),
dbochuHOTpHUITMHY (TSI KyKYpY3bI), Tnudocary.

CuabHble mpoMoTopbl: 35SCaMV (35S) u3 Bupyca M0o3auKH IIBETHOM KaITyCThI, TeHa
HONATMHCUHTA3bI (nos) u3 Agrobacterium, reHa yOMKBUTHHA U3 KYKYypy3bl, T€éHa aKTHHA W3
puca.
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B kadectBe pemoprepHbIX reHoB — red rmokyponugaszbel (GUS wm Uid), ren
3eneHoro yopectientHoro 6enka (GFP).

buobanancTuka («reHHast MymKa)

CucteMbl mepeHoca TreHOB ¢ MOMOIIbIO A. tumefaciens 3p(HeKTUBHO pabOTAIOT TOJIBKO
B Clly4ae HEKOTOpPBIX BMJIOB pacTeHUH. B 4YacTHOCTH, ONHOAOJBbHBIE PACTEHUs, BKJIIOYAs
OCHOBHBIC 3E€pHOBBIE KYyJIbTYphl (pHC, TIIEHHIy H KYyKypy3y), TpaKkTHUYECKH HE
tpanchopmupyroTcs A. tumefaciens. [loatomy ObUTH pa3paboTaHbl IPyTrUe METOIBI TIEPEHOCA
TeHOB B PaCTUTEJIbHBIE KIETKU.

boMmOapaupoBka ~ MUKpoyacTHIlaMH, WM OmobammmcTuka  —  Hambosee
MHoOrooOemarmuii  mMeron BBenenus JHK B pacrurenvHbie kieTku. 30J0ThIE WU
BoJIb(ppaMoBBIe cheprueckue MukpoudacTuilsl auamerpom 0,4-1,2 MM mokpeiBaroT [IHK,
ocaxaéHHon CaClz, ciepMUIMHOM WM TOJMATUIICHIIIMKOJIEM, U «BBICTPEINBAIOTY» UMHU B
KJIETKH U3 CHEIHMAIBHOTO «PYKbs», IPUBOJUMOrO B IEHCTBHE razaMu, 00pa3yIoIIMMUCS MIpU
CrOpPaHMHU IOPOXa, CKATBIM BO3YXOM WM reaueM. Yactuipl pasronstorces 10 ckopoctu 300-
600 mM/c 1 MPOOWBAIOT KJIETOYHYIO CTEHKY M MEMOpPaHBl PACTHTEIBHOU KIIeTKH. [Ipu 3TOM
yacTo MOBpEXAaeTrcs Bakyodb. Eciu oHa pa3spbiBaeTrcs, TO KJI€TKa THOHET, MO3TOMY
o0cTpenuBaTh HY>KHO MSTKO. boMOapInpoBKy MUKpOYAaCTUIIAMU MOYKHO HCIIOJIb30BATh TAK¥Ke
s BBenenus uyxepoano JIHK B xmopormiactel u mutoxonapuu. Ilonas B kinetky, JHK,
NOKPBIBABILIAs YAaCTULIbI, UHTETpUpyeTcs B pactutenbHyto JTHK.

Metox 6GoMOapAMpPOBKM MHUKpPOUYACTULIAMH TTO3BOJIIET TPaHC(HOPMUPOBATH PACTECHUS
CaMbIX pa3HbIX BUJIOB, B TOM YHCIIE OJHOJOJbHbBIC U XBOMHBIE, B KOTOPhIE HE yIaéTCs BBECTU
JHK ¢ momombto Agrobacterium.

MeToa uCHONB3yeTCsl HE TOJBKO JI TMOJIyYEeHUS T'€HHO-MH)KEHEPHBIX PACTeHH.
Cy1iecTByIOT MOPTAaTUBHbIE TeHHble MNymKH. OHM HUCHOJB3YIOTCS, KOrjJa HEOOXOAUMO
MOJIYYUTh TPAH3UEHTHYIO SKCIIPECCUIO, a HHTETPALlUs B TEHOM HE Ba)kKHA.

Kak wuHTerpamus, Tak M O3KCOpecCUs 4YY>KEPOJHBIX T'€HOB MOXXET 3aBUCETh OT
KOH(UTypallii BEKTOpa, HCHOJIb3yeMoro [uisi UX BBeaeHud. Hampumep, wyacrora
TpaHchopMalMy MOBBIIACTCA, €CIIU UCIIONb3yeTcs InHeiHas, a He konblenas JJHK. Kpome
TOTO, IpU OOMOAPAMPOBKE MUKPOUYACTULIAMH BBICOKOMOJIEKYJISIpHBIE M1a3Muabl (>10 T. 1. H.)
MOTYT (pparMeHTHPOBATHCS, OITOMY YPOBEHB JKCIPECCHH UY>KEPOIHBIX T'€HOB OKaXETCs
HUKE, YEM B CIIy4ae IUIa3MMJI MEHBIIIETO pa3Mepa.

Onun u3 neméBbiX, HO HU3K0I(PHEKTUBHBIX MEeTONIOB — ¢usmueckuii Hampes JJHK c
MOMOIUIbI0 OYEHb TOHKUX OCTPBIX BOJOKOH. MIMEHHO mo3TOoMy acOecToBasi MbUIb SBISETCS
NOTEHUUAIbHBIM MyTareHoM. OJUH W3 TaKUX MaTepUajoB, CIIOCOOHBIX BHOCHTH Pa3pe3bl B
JHK — xapoun xpemuus. B pactBop uyxkepomnoit JITHK mobGammsitor cycneHsuio kapOuia
KPEMHHUS 10 ONpeAeEHHON KOHIIEHTPAIUH, 3aTeM JT00aBISIIOT TpaHC(HOpMUpyemble KIETKU U
pe3ko B3OanThiBaroT. [Ipy 3TOM NPOMCXOIUT NpOKanbiBaHue kieTok, paspe3 HK, u c
HEKOTOpOil BeposTHOCThIO uyxkeponHas JIHK Oynmer BcTpamBarbes B 3TH KieTku. B
nocjeaHee BpeMs KapOou KpeMHUS Yallle 3aMEeHSI0T YTIepOHbIMU HAHOMATEpUaIaMu.
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Jlekuus 4. Ucnosib30BaHHEe TPAHCTEHHbIX PACTEHUI B
HUCCJIEe0BAHUAX

HNHcepuuoHHBIN MyTareHes

Wuceprus (BctaBka) pparmenta JIHK B reHOM MpUBOAMUT K MyTauuu. MHCEpUMOHHBIN
MyTareHe3 — 3TO BBE/ICHUE B IIEJICBOM T'€H HYKJICOTHIHBIX ITOCIIEA0BATENIbHOCTEH MOOUIBHBIX
reHerndeckux anemMeHToB U T-JIHK ¢ uenpro nosydeHus JuHUM ¢ M13BMEHEHHOM SKCIIpEcCuen
LEJIEBOr0 IreHa. JTa CTpaTerus Mmojydusia MHUPOKOe MPUMEHEHHE AJIsl CO3JaHMs pacTeHUH C
M3MEHEHHBIM METa00JIU3MOM M HEBOCIIPUUMYHUBBIX K CTPECCOBBIM BO3/IEHCTBUSIM.

TpaHcro30HBI — 3TO MOJABMIKHBIE 3JIEMEHTHl I'€HOMa, CIOCOOHBIE IEepeMeIaThes
BHYTpU OJHOW XpoMmocoMbl. IIpu BcTpauBaHMM TpaHCHIO30HA B  KOJUPYIOLIYIO
NI0CJIEI0BATENIbHOCTD T'eHa, HaOmromaeTcss MyTaHTHBIM ¢eHotun. [Ipu Bblpe3anuun QeHoTH
BOoccTaHaBnuBaeTcs. llpu ynaneHun TpaHCHo3a3bl KOHCTPYKUUs OyneT cTaOMiIn3upoBaHa B
HOBOM MECTE.

I'mnepakcnpeccus

l'unepakcmnpeccus (OBepIKCIpPECcCHs) — 3TO IKCHPECCUsI C CHIIBHBIX MPOMOTOPOB BO
BCeX TKaHsX pacTeHus. Camble ucnoiabzyemsle IpoMoTopsl: p3SSCaMYV (13 Bupyca MO3auku
uBetHo Kamyctsl), pFMV (Bupyc mo3auku HopuuHuka), pCmYLCV (Bupyc xénroro
CKPY4MBaHUS JINCTHEB LIECTPOBBIX).

OTH T[POMOTOPHI XOpOIIO padoTalOT B JBYNOJBHBIX OOBEKTaX, HICATBHO B
naciaéHoBbIX. s Ipyrux oOBEKTOB OHM MOTYT OBITh HEAOCTATOYHO aKTHUBHBIMH, IOITOMY
WCIIONIB3YIOT TPOMOTOPBI TEeHOB nomarmHero xo3siictBa (house-keeping): pAtACT 2
(mpomoTop reHa aktuHa u3 Arabidopsis thaliana), pUBI 10 (mpomoTop reHa yOMKBHUTHHA),
pPRBCS 3A (mpomotop reHa manou cyowbeauHuIlsl RubisCO, mis GoTOCHHTE3UPYIOMUX
tkaneit), pLHCA 3 (mpoMoTOop TreHa  CBETOCOOHMPAIOIIETO0  KOMIUIEKCa,  JUIA
¢doTocHHTE3UpPYIOMUX TKaHel). /IBa mociaeqHUX reHa pabOTalOT HE MOCTOSHHO, a MMEIOT
CYTOYHYIO TUHAMUKY — aKTUBHPYIOTCS Ha CBETY, a B TEMHOE BpEMsI CyTOK HEaKTHBHBI.

bruonndopmaTudeckuii Mmoaxoj; MCHOIB3YETCs Uil aHaju3a MOCIel0BaTeIbHOCTEH
IIPOMOTOPOB, MOUCKAa KOHCEHCYCHBIX perynsaTopHbix OokcoB (RE), nuzaiiHa cuHTeTHUECKHUX
POMOTOPOB (ayKcuH-3aBUCHMBIN pDRS, rpynmna koHcTUTYTHBHBIX pMinSyn).

Pubynozo-1,5-6uchocdarkapdokcunaza-okcurenasa (RubisCO) — camblii TJIaBHBINA
dbepMeHT Ha IUIaHeTe 3eMJisi, KOTOPBI HapabaThIBaeTCs B XJjoporuiactax. [lostomy mpwu
TpaHCTeHe3€ TIACTH/]] UCIIONIb3YeTCsS MPOoMOTOp 0o0JbIoi cyObenuuumb RubisCO — rbeL.

AHaJIU3 CTPYKTYPbI IPOMOTOPA

boranuk Ham-Xaii Uya npeioxxuil METoJ aHaIn3a MPOMOTOPOB € TOMOIIbIO T€HHON
umwkenepun. OH B3s1 sAepHBId mpomoTop Manod cyobenunmnbl RubisCO (RBC S),
npukpenui Kk Hemy reH ycroiunBoctd NPT 11, a 3arem cran ykopaunBath npoMoTop. Takum
00pa3oM OBLT MOTYUYEH Psii TPAHCTEHHBIX PACTEHUN C MPOMOTOPAMHU Pa3HOW JUTHMHBI (TO €CTh
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cepus Jeieluii B MPOMOTOPHOM YYacTKe + KOAMPYIOIIas YacTh PENOPTEPHOTO TIeHA).
YuéHbIil uccienoBai, B KaKuxX U3 HUX OyIeT MpOsBIATHCS HeoMHIMH-PochoTpanchepasHas
akTUBHOCTh. B pesynbrare B 33 bp or TATA-Gokca Obu1 0OHApPYKEH PETrYJSATOPHBIA ITHC-
3JIEMEHT, OTBEYAIOIIHI 32 CBETOBYIO akTuBaluio rena RBC S. Ecnu aTa nocienoBarenbHOCTh
yJaneHa, TO TeH IepecTaéT pearupoBarh Ha CBET.

AHaJIU3 NATTEPHOB IKCIPECCHU IPOMOTOPOB (penoprép)

B kadecTBe pemopTepHOro reHa 4acTo ucnoiib3yercs riokyponnaaza (GUS wmm Uid)
u3 E.coli, xoTopas cmocoOHa pacIICIUIATh TJIFOKYPOHOBBIE KHUCIOTHI W WX 3dupbl. [[s
BBISIBJICHUSI (PEPMEHTAaTUBHOM AaKTHUBHOCTU CHHTE3UPYIOT HCKYCCTBEHHBIH TIJMKO3UI (5-
O6pomMo-4-xsiopo-3-urpommiraokypoaun — X-Gluc). Ecnmu rarokypoHupasa akTHBHA, TO
[JIIOKYPOHOBAss KHCIIOTA OTUICTUISETCSA, OpOMO-XJIOPO-TIPOU3BOAHOE JAUMEPU3YETCS |
BBINIAZA€T B OCAZOK, 00pa3ys CHHEe OKpalluBaHHE, 10 KOTOPOMY MOXHO CyIUTh 00
IKCIIPECCUU Pa3HBIX IIPOMOTOPOB B PA3IMYHbIX HYacTAx pacTeHus. HepocraTok sToro merona
B TOM, 4YTO pacTeHHE HYKHO (UKCUPOBaTh, TO €CTh IOBTOPHO HCIOJB30BaTh €ro B
SKCHEPUMEHTAX yXKE HEJb34.

Kpome TOro marrepHbl 3KCHOpECCHMM MOXHO H3y4daThb B 3aBHCHUMOCTH OT KaKOI'O-TO
Bo3zelicTBus. TabGak TpaHCHOPMHUPOBAIM KOHCTPYKIIMEH, B KOTOPOM TIIIOKYpOHHa3a
MOCTaBlieHa TMOJ] MNpoMOTOp (eHuIaTaHuH-aMMHUaK-Tua3bl. OeHunanaHnH-aMMUaK-Tia3a
CTOUT B Hayasie ()CHUIIPONMAHOUIHOTO MyTH, KOTOPBIM NMPUBOJUT K CaIMLMIATAM, KOTOpPBIE
KOHTPOJIMPYIOT HMMYHHBIH OTBET pacTeHHs Ha OUOTpodHble HHPEKIHH. ITOT MyTh
3amyckaercsi, Korjga pacrteHue Oopercss ¢ wuH¢pekuueidl. Ecnm pacTteHne yCTOWYHMBO K
UHQPEKIMM, TO OHO pPAa3BHBAECT MOIIHYI0O HMMYHHYIO pEaKIHUIO: Ha MeCTe 3apa)KCHUs
BKJIIOUaeTcsl TeH (heHuIallaHWH-aMMHaK-Ina3bl M HMHQEKUIus ocTaHaBiauBaeTcs. Ecmu
pacTeHre He YCTOW4YMBO, TO MHGEKLHs YCIeBaeT MPONTH dYepe3 Oapbepbl U UMMYHHas
peakuus He 3aIycKaeTcsl (pacTeHUe «HE BUIUTY MaTOTeH).

Hcnonb3oBaHue (QIIyopeclieHTHBIX OETKOB B KayecTBE pPEMOPTEPOB IO3BOJISIET
CICIUTh 3a DOKCIPECCHEed B TpoIlecce pa3BUTHSA, HE YyOuBas OOBEKT. 3eNEHBII
¢yopecuentHslii 6enox GFP Ob1 BiepBbie 00HapYX eH y IIyOOKOBOJHON Meny3bl Aequorea
victoria. JlaHHBIA O€JOK CTaBAT IOJA HM3y4YaeMblil MPOMOTOpP M uepe3 HEKOTOpOe BpeMs
HaOJIOMAl0T CBEUEHHE TOJl JEHCTBHEM CHHErO CBeTa B TEX 4YacTAX pacTeHus, IJie
IKCIIpECCUPYETCsl aHHBbIM mpoMoTop. HemoctaTtok MeToga COCTOMT B TOM, UTO CIIMILKOM
CWIBHOE M YacToe 0OJyueHue BO30YKIAIOIUM CBETOM MOXKET OBbITh TOKCHYHBIM U
NPUBOJIUTH K THOeNu KIEeTOK. TeM He MeHee, 3TO ropasao Oosee MSITKUM pernoprép, uem
[JIFOKYPOHM/1a3a.

B mpornecce co3peBanus GFP mpoucxonutr obobennHenne 3-X aMUHOKHCIOT: CEPHH,
TUPO3UH M IMUMH. [Ipy 3amMeHe aMMHOKHCIIOT CHEKTp M3iIydeHus MeHsercs. Hampumep,
€CIIM TUPO3WH 3aMEHUTh HA TUCTUIUH, MOJIY4YUTCS CUHUM (iayopecueHTHbd Oenok BFP, a
ecmu Ha Tpuntopan — CFP. MoxHO MeHATh O€IKOBOE OKpY)KEHHE: €ClIM J00aBUTh
JIOTIOJIHUTEIBHYIO 3JIEKTPOHHYIO IUIOTHOCTh B BHJAE THUPO3MHA, IIOJIy4aeTcs IKENTHIN
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dbayopeciientHeiii  6emoxk  YFP. Takum o6pazom, wucnons3oBanne wmoaudpuxanuii GFP
MO3BOJIIET OJTHOBPEMEHHO CIEAUTDH 38 HECKOJIBKUMU Pa3HBIMU MPOLECCAMU B KIIETKE.

B crpykrype kpacHoro ¢uryopecuerntHoro 6enka DSRED ecth rimyTamuH, TUPO3WH H
rmuurH.  Haxomsice mox  cuwibHbIM - mpoMoTopoM — p35S, DsRED  mapkupyer
TpaHc(hOpMUPOBAHHbIE TKAHU.

B Hacrosiee BpeMsi CyIeCTBYeT MHOXKECTBO (DIIyOpPECIIEHTHBIX OEIKOB C pa3ITUYHbIM
CHEKTPOM BO30YKIEHHS U SMUCCHMU. MOXXHO CO3/1aBaTh OMHApHBIE CHCTEMbI, B KOTOPBIX
CHEKTP 3MHUCCHH OJHOTO ()IIyOPECLEHTHOTO OeliKa MepeceKaeTcsi CO CIeKTPOM BO30YKICHHUS
apyroro (puc. 4.1). Takas FRET TexHosorus ucnosabp3yercst Uisl ONpPEAEIeHUs] pacCTOSHUS
Mexy 1ByMs GiryopodopaMu IO HHTEHCUBHOCTU CBEUECHHS.

A Qi Y
ET @
abs(D) em(D) em(A)

A\

Puc. 4.1. FRET

CymecTByloT O€nkM, KOTOpbIE TMPH  ONPENCIEHHBIX  YCIOBHSX  CIIOCOOHBI
OCYIIECTBIISITh PEAKIUM C BhIIEIEeHHEeM cBeTa (0e3 BO3IeHCTBHS BO30YXKIAIOMIETO CBETA).
OnuH M3 caMbIX M3BECTHBIX — reH Jwnudepassl cBeTJass4koB. [Ipu ucnonbszoBaHuun
monugepassl B Ka4ecTBe pernopTépa pacTeHUE MPONUTHIBAIOT CBETISYKOBBIM JIOLK(DEpUHOM,
KOTOPBI OKHUCIISIETCS C TOMOIIbI0 Jronudepasbl ¢ TOSBICHUEM 3€IEHOTO CBEUCHUSI.
HenocraTok METOIMKHM B TOM, YTO CBETJISYKOBBIN TONK(EPUH B OOJBIINX KOHIICHTPAIUSIX
TOKCHYEH sl pacTeHus. Emeé OAHO MepCIeKTUBHOE HAMpaBlIEHWE — WCIOJIb30BAHUE
morudepassl  TpubOB. YAOOCTBO B TOM, YTO OHa paboTaeT ¢ TPOU3BOJHBIMU
(heHUIPOITaHON 0B (B YaCTHOCTH C TUCIIMIMHOM), KOTOPBIE MOTYT OBITh CHHTE3UPOBAHBI U3
HOPMAaJIbHBIX METa0OIMTOB pacTeHus (B YacTHOCTH W3 KodeitHoi kuciotel). KodeitHnas
KHCJIOTa €CTh W y pacTeHuid, u y rpuOoB. [Ipm mepeHoce TeHOB OMOIIOMUHECIIEHTHOMN
CUCTeMbl U3 I'pUOOB Moiydarcs cBeTsAuuecs pacTeHus. [Ipu MexaHWYecKOM MOBPEXKIECHUU
CUHTE3 (DEHONBHBIX COEAMHEHUN YCHIIMBAETCS, YTO MOKHO HA0JI0/1aTh B pealbHOM BPEMEHHU.
CBeueHue HEPAaBHOMEPHO BO BPEMEHH: €CTh ITUPKAIHBI PUTM U 3aBUCHUMOCTh OT CTaJlUU
YKU3HEHHOTO IUKJIA.

Jlerko BH3yanM3uUpyeTcs HAKOIUICHWE MMUTMEHTHUPOBAHHBIX BEIIECTB, HAmIpUMeEp,
OeranmaHuHOB. berananH, CUHTE3MpOBaHHBIN U3 THpo3uHa (puc. 4.2, a), OTHpaBIIETCS B
BaKyoJIl U JaéT SPKYyl0 CBEKOJbHYIO OKpacKy. BrepBbie 3Tu BemiecTBa ObUTH BBIACIEHBI U3
CBEKJIbl, HO TaK)K€ OHM CUHTE3UPYIOTCSI Y MHOTHX EHTPOCEMEHHBIX PACTCHHIA.
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transferase —

l Transcription

1Translation and 2A peptide-mediated self-cleavage

@ DODA %ﬂelumayl transferase

Puc. 4.2. Cunmes 6emanauna uz mupo3una

Tpu rena OuocuwHTe3a OeranamHa ObUTM OOBEIMHEHBI B €IUHYID OTKPBITYIO PaMKY
CUMTBHIBAHUS, KOTOpash MOXET OSKCIPECCUPOBAThCA C UCIHOJIb30BaHUEM €JIMHCTBEHHOTO
nmpoMoTopa W TepmuHaropa (puc.4.2,b). Mexmy reHamu OBUTHM BCTaBIICHBI CIICHCEPHI,
KOAUPYIOIIHE MeNnTuasl 2A, KOTOpbIE MOABEPraroTCsl CaMOpacIlereHUI0, BbICBOOOXKIas
TaKUM 00pa3oM oTaenbHbIe (hepMEHTHI sl OnocuHTe3a OerananHa. biok cuHTe3a OerananHa
MOKET OBITh MEpelaH MOJ KOHTPOJIb HCCIEAYyeMOTo MpoMoTopa. Takas OTKpBITas paMka
CUMTHIBAHUSI TEHOB OHWOCHHTE3a OeranmamHa, cCBsi3aHHBIX C 2A, HaseiBaetcsi RUBY.
[IpenmymiecTBO 3TOro MeToAa B TOM, YTO OH HE TpeOyeT MOMOTHUTENbHBIX XUMHUYECKUX
areHToB, a TaKXKe CIEeNHUATHLHOTO0 00OpYAOBaHUS NIl OCBEIICHUS M PETUCTPALUUA CBEUCHUSI.
HenocraTok KOHCTPYKIMU B TOM, YTO OHA pearupyeT TOJIbKO Ha BKIIOYEHHUE FeHa, MOCKOJIbKY
OeTalMaHUHBI HEOOPATUMO AKKYMYJIUPYIOTCSA B BaKyOJIsiX, TO €CTh HEBO3MOKHO PacCMOTPETh
BECh IIPOIIECC B INHAMUKE.

I'eneTnveckn MmoaudupoBaHHbie pacTeHus, coaepxkaiiue RUBY, ctanoBsTcs Oonee
YCTOWYMBBIMA K CEpON THHJIM U CTpPeccaM, YTO MEPCHEKTUBHO JI CEIhCKOTO XO3sICTBA.
Kpowme Toro, GetanmaHuHbI SBISIOTCS TOJIE3HBIMHE ISl YEIOBEKA aHTHOKCUIAHTAMHU.

IHouck npomoropos

C moMomiplo penopTéPOB MOKHO HCKAaTh HOBBIE MPOMOTOPHL. PemoprepHbiii TeH
YCTOMYMBOCTH K TUTPOMHUIIMHY TTOMEIIAJIN MO/ CUILHBIM TPOMOTOpOoM. [IpoMoTOpHas 4acTh
Obl1a OTJENeHA OT KOJIWPYIOIIEH YacTH BCTaBKOM, COJEp)Kallled TeH TIIFOKYPOHHIA3bl C
WHBEPTHPOBAHHBIMU KOHIIEBBIMH TOBTOpaMHU 1Mo Kpasm. Ilon emé ogHuM mpoMOTOpoM ObLIT
BHEJIPEH r'eH TpaHcno3asbl. [Ipu ycremHol TpaHCHO3ULUK PEOPTEPHOrO r'eHa MOSBIISLIACH
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YCTOMYMBOCTH K TUTPOMHIIMHY. ECITM KOHCTPYKIIUS CITydaifHBIM 00pa3oM BCTPAMBAETCs cpa3y
3a IPOMOTOPHBIM Y4aCTKOM, TO MPOSIBISIETCS €I M TITIOKYPOHUIa3HOE OKpamBanue. Takum
00pa3oM MOKHO «ITOWMATh» MIPOMOTOPBI, KOTOPBIE IKCIIPECCUPYIOTCS B TEX HITU HHBIX YacTsIX
pacrenus. Tak Obut HaieH mpomMotop AtML 1 (Mapkép MOBEpXHOCTHBIX KJIETOK PAaCTCHUS).

IKTONMUYECKAS IKCIPeCCHsi

DKTOMUYecKasi SKCIPECCUS — 3TO IKCIPECCHsI TeHA B APYTUX OpraHaxX M TKaHSX (TaMm,
I7ie B HOpME IKCIpeccuu HeT). BriepBbie Takoe siBjeHre HaOI0JaIn y KyKypy3bl ¢ MyTaluen
B npomotope rena KNOTTED 1. B Hopme 3TOT mpoMoTOp paboTaeT TOJIBKO B MEPHCTEME, a B
cllydyae MyTallUM OH HE BBIKJIIOYAJCS U padoTam B JIUCThSAX, IJl€ MOSBISUINCH OYaru
npoiudepannu, HamOMUHAIOIINE Y3EIKH.

Ceifuac Juisi SKTOMUYECKON H3KCIPECCHUU HMCHOJIBb3YIOT KOHCTPYKIIUMHU, COJEpKallue
MPOMOTOP OT OJIHOTO I'eHa M KOJAMPYIOIIYIO YacTh OT JPYroro rexa.

Wuorga mpoMOTOp U3y4aeMOro TeHa MOXKET OBITh JOCTATOYHO CJIA0BIM, IIOTOMY YTO C
HETr0 B HOPME CHHTE3UPYETCsl HEOOIBIIOE KOJIMYECTBO MPOAyKTa. UTOOBI 3aperucTpupoBaTh
pe3ynbTaT aKTUBHOCTH TAaKOrO MPOMOTOpA, UCIOJIB3YIOT CUCTEMY W3 JABYX JTUHUH. JIuHus-
paiiBep COJECPKUT HCCIEAYEeMbIi MPOMOTOP M TIE€HHO-WHXEHEPHYI0 KOHCTPYKIIUIO:
pazopykEHHBIN lac-pempeccop, KOTOpPBI XOpomIo Y3HAET MOCIeA0BaTENbHOCTh lac-
onepatopa + GAL4-akTuBaTOp, KOTOPHIM aKTUBUPYET TPAHCKPUILIUIO Yy dyKapuoT. LleneBas
JUHHS COACPKUT HECKOJIBKO MOBTOPOB lac-omeparopa U KOAMPYIOIIYIO YacTh JPYroro reHa.
YacTo 3TH JHHHUU CO3MIAIOT OTAETHHO, a 3aTeM CKPEIIMBAIOT M OOBEAUHSIOT B OJHH T'€HOM.
Ecnu HanmpsmMyro COeTMHUTH POMOTOP OJHOTO TeHa ¥ KOAMPYIOIIYIO YacTh APYTOro, 3P ekt
MOXET OBITh c1ab0 BEIpaXeH. YI0OCTBO JTaHHOTO METOAAa COCTOMT B TOM, 4TO
MOCNeI0BAaTENbHOCTh  lac-omeparopa B T'€HOME pPAacTeHUH OTCYTCTBYET, TO €CTh
MOJTyYMBIIUICS XUMEpHBI OeloK OyJeT pearpoBaTh TOJBKO Ha 3Ty T€HHO-UHKEHEPHYIO
KOHCTPYKIIHUIO.

NunyuudeabHas Jkcnpeccust

WNupynubenbHas 3KCIpeccus 3ayCKaeTcst o BOJIE SKCIIEPUMEHTATOpa MPU KaKOM-TO
BO3CUCTBUH. {151 3TOr0 MCHOIB3YIOT COOCTBEHHBIE MPOMOTOPHI PACTEHUH — MPOMOTOPHI
oenkoB TerioBoro moka HSP: HSP18.2 (Arabidopsis thaliana), HSP6871 (Soya hispida),
POMOTOPBI OEJIKOB XOJIOAOBOTO CTpecca. DTHU MPOMOTOPHI 3aMyCKAIOT AKCIPECCHUIO O[T
JICUCTBUEM  ONpENeIEHHOM TemmepaTypbl. KpoMme TOro HCHOJNB3YIOT YYKEPOJHbIE
UHAYUUOENIbHbIE  IPOMOTOPBI: aJIIKOTONIBJICTUIPOTeHa3Hast  cuctema  Aspergillus,
[JIIOKOKOPTUKOUAHASL ~ CHCTEMAa  MBIIIM, 3CTPOreH-3aBUCHMMas  CHCTEMa  4YeJIOBEKa,
TETPALMKIIMHOBBIN OIEPOH, FalaKTO3HbBIE TPOMOTOPBI APOKIKEH.

Otger Ha nosbiienue temnepatypsl (Heat Shoke) — ycunenue ¢ynkuuii donaunra:
mHorounciennole Heat Shoke Proteins (HSP). Mx xmaccupuuupyioT mo MOJEKyJIspHOU
macce: HSP20, HSP40, HSP60, HSP70, HSP90, HSP100. ®akropsl Tpanckpunuuu Heat
Shoke Factors (HSF) na N-konne necyt JIHK-cBsi3pIBaromuii MOTHB THTIA CITUPATL-TIOBOPOT-
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crimpanb (helix-turn-helix). OHu peryaupyroT OOJBIIMHCTBO T€HOB OTBETA Ha TEIJIOBOM IIOK,
B ToM umucie HSPs: A-tun HSF — aktuBaropsl Tpanckpunuuu; B-tun HSF — penpeccopsl
tpanckpurnuuu;, C-tunm HSF — ¢ynknus cmabo m3ydena. B mpomoropax HSPs ectp Heat
Shoke Response Elements, HSE: 5'-nGAAnnTTCn-3"' unu 5'-nTTCnnGAAn-3'. Hegocrarok
B TOM, YTO JakK€ NpPHU MOHIKEHHOW TeMmIeparype HyXHO Hebonbinoe koiaumdectBo HSPs,
mo3ToMy (haKTOp TPAHCKPHIIIIMU MTPOJOIIKAET paboTaTh (AP(HEKT «IOATEKAHUSY).

[Ipumep wCMONB30BaHUA WMHIYIMHOCTHHOW OKCIPECCMM — I[IBETEHHUE JBKAJHUITA.
OBKAIMNT Pa3BUBAETCsl OBICTPO, HO 3alBETaeT MO3AHO, YTO HEYAOOHO ams cenekuuu. [lof
npoMoTOop Oenka TerioBoro moka mocrasieH florigen (3amyckaer oOpa3oBaHHE IIBETKOB).
[Tocne BHEApPEHUS TaKOl KOHCTPYKIIMH IOCTATOYHO HArpeTh pacTeHHE B TEUCHHE HECKOJIbKUX
4yacoB, U uepe3 9 Hezelnb mocie Takol WHIAYKIIMY HaYMHAeTCs [IBETEHUE.

OtBer Ha noHmwxkenue temmneparypsl (Cold Stress) — ycwiienune ¢yHkuuid Qonagunra,
6oprba ¢ obpazoBannem kpucramuioB (DEHYDRINs): reast COR 15A, COR 47, COR 78 u
T.1. (cold regulated). YacTuuno mepekprIBaeTcs ¢ 0TBETOM Ha 3acyxy (Drought) u 3aconenue.
@aktopsl  Tpanckpunimu  C-repeat/dehydration-responsive  element binding factors
(CBF/DREB) otnocsarcss k AP2/EREBP Tumy TpaHCKpUIIIIMOHHBIX (akTOpOB (coiepikar
koHcepBatuBHbld  JIHK-cBsi3piBatouuit  AP2-nomen u3 68 amuHokucioT). bosbiioe
cemerictBo (aktopoB Tpanckpurmmmun CBF1, CBF2 u CBF3 cBs3ansl ¢ xomogom. B
npomoTtopax ectb C-repeat/dehydration-responsive element: 5'-CCGAC-3' (C-repeat) u 5'-
TACCGACAT-3' (DRE).

s toro, yToOBbl MpeKpaTuTh 3P(PEKT «IMOATEKaHHS» HCIONb3YeTCS 4yKepoJHas
IIIOKOKOPTHKOMIHAsA cucTeMa. JluHus-apaiiBep: pasopyxkénnslii Lac Repressor high
affinity DNA-binding (mutant), koTopslii Xopomo y3HAEéT MoCIea0BaTeNbHOCTh lac-
oneparopa + GR peuenrop rimokokoptukou10B Mbiu + GAL4 JIHK-cBs3bIBatomumii jomeH
dakTopa TPAHCKPUIIIMU APOXIKEH, KOTOPBIM 3amycKaeT JyKapHOTHYECKYIO SKCIIPECCHIO.
PenopTepnast muHUSA: HECKOIBKO MOBTOPOB lac-omeparopa + MUHUMaNIbHBINA 35S mpoMoTop +
KOJUPYIOIIasi 4acTh I'eHa WHTepeca. Y JpaliBepHON JMHUU HapaOaThIBACTCs THOPUIHBIN
0eIJI0K, KOTOPBIH B MTO30J¢ cBs3biBaeTcs ¢ HSP90, n3-3a yero oH He MOXKET MPOUTH B SIAPO
(3TO HOpMaJbHAs CUTYyalMs Ui PELENUUU IITI0KOKOPTUKOUIOB y Mblmei). Korna npuxoaut
TTIFOKOKOPTUKOU/ (FeKkcaMeTa3oH), cpoactBo Kk HSP manmaer, a koHCTpyKIus, cocTosmas u3
XUMEPHOTO OeKa C TTIOKOKOPTHKOHIOM, MOMANaeT B SAPO U aKTHBUPYET SKCIPECCHIO TeHa
uHTepeca. Takas cUCTeMa HE «IOJTEKaeT», IMOCKOJIbKY 03 TIIOKOKOPTUKOUAA OHAa HE
3aImyCTUTCS. JTO MO3BOJIIET OOOWTH JIETATBHOCTh PACTCHMSI HA PAaHHHUX dTamax pa3BUTHUS U
UCCIIEIOBAaTh I'eH MyTEM 00pabOTKH JIeKCaMEeTa30HOM, KOTa pacTeHHE yKe B3pOCIIOe.

Jnst mudy3un KUBOTHBIX TOPMOHOB HEOOXOJIMMO HEKOTOpPOE BpeMs. Y pacTeHHUS
MOTyT OBITH Oapbepbl, Peakiisi MOXKET OXBaThIBaThb HE BECh OOBEKT OJAHOBpEMEHHO. B
KayecTBEe aJbTEPHATUBBI HCIIOJIB3YETCS CHUCTeMa HMHAYKIUM 3TaHoJioM. JluHus-apaiiep
comepxkuT AlcR — dakTop TpaHckpunimu u3 Aspergillus, KOTOPBIA 3aIMyCcKaeT IKCIPECCUIO
reHa alKOTroJbAeTUApPOTreHasbl. JlaHHBIM Oenmok pearupyeT Ha aretranbaerun (TIpoayKT
MeTaboIM3Ma 3TaHoja) U 3aIyCKaeT TPAHCKPUIIIHIO MPoMOTOopa AlCA, Mo KOTOPBIM CTOHT
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KOAUpyIollasl 4acTb TreHa uHTepeca. s Toro, 4roObl cucremMa cpaborana, IOCTaTOYHO
0o0pabotarh 00BEKT mapamu crnupta. [IpW BBICOKOW KOHIIEHTpAIIMU STaHOJA HAOIOAAeTCs
TOKCHYECKHH 23P(DEKT U IKCIIPECCHS] CHUKACTCS.

CyliecTByeT cucTeMa TeTPANUMKJIUHOBOro omepoHa. Jlunus-apaiiep: TetR
(peuenTop TETpAUKINHA) + TO3WUTUBHBIA (DAKTOpP TPAHCKPHUIIIUUA WIH PEIPEccop
TPAaHCKPUIILMKA. B IPUCYTCTBUM TETPALMKIMHA Y PEHOPTEPHON JIMHUU BO3HHMKAET OTBET U
A3MEHSAETCA aKTUBHOCTb IIPOMOTOPA.

AHTHCEHC-KOCYyTIpeccHst

Ilog nmpomMoTOp CTaBUTCA KOAUPYIOIIAs YacTh T'€HA HWHTEpEeca, HAMPAaBICHHAs B
MPOTUBOMNOJIOKHYIO CTOpoHY. C 3TOro mpoMoTopa OyAeT CUHUTHIBATHCS KOMILJIEMEHTapHas
antucmbicioBas PHK (anti-sense). B kierke Takke eCTh Te€H HWHTEpeca CO CBOUM
MIPOMOTOPOM, KOTOpPBI IKcmpeccupyercss u obpasyer cmbicioByro PHK. Eciu B knetke
OIHOBpPeMEHHO mpucyTcTByeT cMmbicnoBas PHK, ¢ koropoit uaér urenwe Oenka, u
AHTUCMBICIIOBasA, TO BO3HMKaeT ABoiHas cnupainb PHK, xoTopas yHMuYTOXaeTcs KIETKOM.
Takum oOpazom cwmbicioBass PHK BeIXoauT W3 CTposs W KOHEYHBIA MPOAYKT HE
cuHTesupyercs. [y paboThl aHTUCEHC-KOCYIIPECCUU TIOCTATOYHO HEOOJIBIIOr0 y4yacTKa reHa
uHtepeca (13-25 bp). llemecoobpa3zHo  ucmonbp3oBaTh  HEOOJbIIHNE  (PparMeHTHI
WHBEPTUPOBAHHOTO I'€HA MHTEPECA, OCKOJIbKY BBIKIIFOYAETCS HE TOJIBKO OJMH KOHKPETHBII
I'€H UHTEpeca, HO U TeHbl, UMEIOIIME YYaCTKU TOMOJIOTHH ¢ aHTHucMbIcoBoit PHK.

CaljIeHCHUHT

CaliieHCMHI — 93TO «3aMaJlYMBaHUE» Te€Ha, TO €CTh MOCTTPAHCKPUIILIMOHHOE
MOJIaBJICHUE €ro dKcIpeccuu. PacTeHns MCmosib3yl0T MEXaHU3M CalJIEHCUHTA JUIsl KOHTPOJIS
BHUPYCOB, PUCYTCTBYIOLUX B UX T€HOME.

DNA
/ small interfering RNA
Antisense Ribozyme [
Oligonucleotide DNA Enzyme
RISC
RNase H
I'ranslation Sob e S

blocked

S BN

Puc. 4.3. Mexanusmul catinencunea

 /
Protein
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Ecmm PHK npencrabiieHa B CIIMIIKOM OOJIBIIIOM KOJMYECTBE, €€ MOKHO OJIOKMPOBATH
pasHbiMu  MetonaMu  (puc. 4.3). AHTHUCMBICIOBBIE OJIUTOHYKJICOTHUIBl  OJIIOKUPYIOT
tpancisiuto MPHK wunmun waaynmpyror e€ nerpamarmuio PHKazoit H. Pubosumsr u JIHK-
dbepMeHTHl 00JaaI0T KAaTATUTHYECKON aKTUBHOCTBHIO M pacmervisaioT cBoto PHK-mumiens.
Mausie uarepdepupyromue PHK (siRNA) u mukpo-PHK (miRNA) csssiBatorcst ¢ RISC-
KOMILUIEKCOM M MHAYLHpYIoT nerpanauuio MPHK-Muinenu, BoicTynasi B KauecTBE 3TajloHa
st cpaBHeHms. RISC-komriieke OTOKHpPYET TPAHCKPUIILIMIO W 3aIyCKaeT Jerpagaluio
MPHK. Tlonyuusmmecs npu aerpaganuu siRNA mo 1uasmojecmam TpaHCIOPTUPYIOTCS B
cocelHUE KIIeTKU. Takum 00pa3oM LeNblif opraH WM Jaxe BCE PACTEHHE MOXKET 3aHIThCS
caiijieHCMHTOM ormnpenenéHHoro rera. siRNA Takke MOTYT OCTaHaBIMBAaTh HKCIPECCHIO
nytém metuinupoBanus JJHK u ructonos.

Pa3zpabarpiBatoTcst TapreTHbIC MECTUIMAB Ha OCHOBE SIRNA, MOCKOIBKY CallJIeCHCHHT
CYILIECTBYET HE TOJBKO y PACTEHMI, TO U Y )KUBOTHBIX, B TOM YHCJIE Y HACEKOMBIX. /(7151 aTOrO
UIIYT TEHbI, chenupuYHble A7 KOHKPETHBIX OpPraHU3MOB, HANpuMep, TE€H aKTHHA
HACCKOMBIX, TeH TyOYJIMHA, CIEU(UICCKUE TeHbI PA3BUTHSI HACEKOMBIX (TCHBI JIMHBKH) U T.1I.

Jerponnsl. HACR-cucrema koHTpoJs 3kcnpeccur. HokayrupoBanue reHos

JlerpoH — 3TO 4YacTh MOJEKYJbl Oefka, KOTOpas peryjaupyeT CKOpPOCTh €ro
paspyueHus (mporeonnsa). [Ipu HU3KHX KOHIIEHTpAIUSAX ayKCUHA, TPAHCKPUIILIUS ayKCHH-
perymupyembix reHOB ¢  AuxRE yuactkoB JIHK, aktuBupyromuxcs ARF-6enkamu,
OnMoKMpoBaHa pemnepeccopaMu TpaHckpuniuu — ¢aktopamu Aux/IAA. Ilpu BbICOKHX
KOHIIGHTpalusAX aykcuH cBs3biBaercss ¢ Oenkom TIR1 wmmm ¢ apyrummu AFB Genkamu,
kotopele Bxoaar B SCFTRVAMB yommnekc yOukButuHMpoBanus. CBA3bIBaHHE ayKCHHA
cTuMynupyeT BamMoseiicTeue merpoma DII (momen Genka Aux/IAA) ¢ SCFTRVAFB yrg
BeNET K yOMKBUTHHUPOBaHUIO Aux/[AA OenkoB M uX paspyuieHuto B 26S mporeacome. 310
cauMaet naruoupoBanre ARF u 3amyckaet Tpanckpumniuto (puc. 4.4).

—1AA +|AA

@
D 26S proteasome

N
TlRl

\)» =

ARF ARF —> 0
| |AuxRE| | | |AuxRE| | Og
Auxin-inducible gene Auxin-inducible gene

Puc. 4.4. Peyenyus aykcuna
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Takum 00pazom, MOXHO «mpumUTh» noMeH DIl kK kakoMmy-TO Apyromy IIEIEBOMY
Oenky (Hampumep, (QIIYOpPECIEHTHOMY) W HCIOJb30BaTh CHUCTEMY B3aUMOJEHCTBUS C
ayKCHMHOM, 4YTOOBI O3TOT Oelok jaerpaaupoBai. Jlas TOBBIICHUS CHEU(DUIHOCTH
ucrnonb3yercss momudunmpoBanubiii TIR1, kxotopwiii y3naér He cam aykcun (MYK), a
MOJIU(HUIMPOBAHHYIO MOJEKYTy — (DeHWI-UHAONMIYKCYCHYI0 KuciaoTy. OH palotaer B
LIMTO30JI€, a HE B S/ApE.

MOXHO HCHOJb30BATh JAETPOHBI JJS OTCIEKUBAHHUS KOHIEHTPAIlMU HE TOJBKO
aykcuHa. EcTb JerpoHbl, KOTOpBIE pearupyroT Ha >KacMOHAThl, THOOepesrnHbl. XUMEpPHBINA
Oenok BKItoyaeT HeakTHBHYIO Cas9, merpoH (MoxeT ObITh U3 JI000H cucTeMsl) U (hakTop
peMoJIeIMHTa XpOMaTHHA, KOTOPBIM ocTtaHaBiuBaeT TpaHckpumnuuio (TPL). DTo Ha3bBaercs
HACR-cucrema koHTpoJisi 3kcnpeccuu (cuarerndeckue Hormone Activated Cas9-based
Repressors).

Bce paccMoTpeHHbIe BapHaHTHI racsiT akTUBHOCTh T'eHa, He yOupasi e€ OKOHYaTeIbHO.
WNHorna mnpoBogutcs HokaytupoBaHue reHoB (Knock-out) — mnonHoe ynaneHue
nocienosarenbHoct reHa w3 JIHK. Jlns 3TOoro wucmosb3yroTcst peKOMOHMHA3bl IMOJ
KOHCTUTYTUBHBIM WJIM HHIYyIHOENBbHBIM HpoMoTopoM (Hampumep, npomorop HSP). Ectb
aHaJIOTHYHAs CUCTeMa pekoMOMHauuu y apoxokeit: pekombunaza FLIPASE (FLP), caiit eé
y3HaBanusl — FRT. JlaHHbI MeTON MCHONIB3YyETCs ISl YAAICHUS «T€HETUYECKOTO Mycopay —
JUIIHUAX T€HOB, KOTOpBIE OBbUIM BCTABJIEHBI B TEHOM NMYyTEM F€HHOW MH)KEHEPHUH (PEemopTEPHL,
(haKkTOphl YCTOMYMBOCTH K aHTUOMOTHUKAM | T.1I.).

IlaTtenToBanue nocrukeHui ceaexkuuu. TexHnosorusa Seed terminator

Texnonorus Seed terminator rapaHTHpyeT, 4To (epmepsl HE CMOTYT COXPAaHUTh
CEMEHa MPOILIBIX YPOXKaeB U UM IMPUIETCS KaXAbIH o]l MOKynaTh HOBble. CeMeHa coiepKaT
TeHHO-UH)XEHEPHYIO BCTaBKY — TETPAMKIMH-WHIAYLUHUOEIbHYIO CHUCTEMY, IJIe€ peuenTop K
TETPALUKINHY MPUBS3aH K MOJIOXKUTEILHOMY (DaKTOPY TPAHCKPHUIILIMH, KOTOPbIl aKTUBUPYET
sKcrpeccuio TeHoB. [Ipon3Boaurens oOpadaTeiBaeT ceMeHa TETPALMKIMHOM Mepe]l Mpogaken
dbepmepy. [Ipu 00paboTKe TETPANMKIMHOM MPOUCXOIUT BKIFOYCHUE TeHa pekoMOnHa3wl (FLP
u3 apoxokei). PekomOnHaza BeIpe3aer creiicep U3 ApYroid KOHCTPYKLMH, B KOTOPOH €CTb
MPOMOTOP T€HOB TO3IHET0 SMOpPHOreHe3a U TOKCHUHBIN A KIeTOK O0enok. Takum oOpazom,
dbepmep moayyaeT ypoxail, Ho 3apOIBIIIHN MOTHOAI0T HAa MOCIEIHUX CTAMIX YMOpHUOTEHe3a.

I'enernueckas xupyprus (genetic ablation)

OpnHa u3 3a/1a4 T€HHOW MHXEHEPUHM — YHUYTOXKEHUE OMNPENCIEHHON TPYMIIbI KIETOK.
l'enernueckas aOmsiums  (XUpYyprusi) IOApa3yMeBaeT, 4YTO OpraH 3aKJaJbIBaeTcs B
sMOpHOreHe3e, HO OYeHb PaHO OTMHPAET U Jajee HE YYacTBYET B MOCTPOCHHM PACTCHHS.
Hcnonb3yloTcst CUCTEMBI, COIEP)KALIUE TOKCHHBI, KOTOPBIE CTaBITCS MOJ HPOMOTOP,
JKCIIPECCUPYIOLIUICS B OIPEAEIEHHOMN IPYIIIE KIETOK:

1. Toxcun nudrepun (DT-A) — paboTtaeT HEoOpaTUMO
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2. BARNASE/BARSTAR. bakrepuss Bacillus amyloliquefaciens Bwinenser B
okpyxarmryto cpexy PHKa3zy (BARNASE), ot koTopoii cama oHa 3amuiieHa ¢ MOMOIIbIO
o6enkoBoro ¢aktopa BARNASE Starvation. Monekymsipaoe B3aumoaeiicteue BARNASE u
BARSTAR odens npouyHoe, mpu 3TOM 3akpbiBaeTcs peakiuoHHbId 1eHTp PHKaswl, B
pe3yabpTaTe 4ero OHa CTaHOBUTCS HeakTHBHA. Takum obpa3om, reH BARNASE ucnomns3yercs

Uit reHetuueckodl xupypruv, a BARSTAR nns orMeHbsl pesynbrara A€ATEIbHOCTU
BARNASE.

PenakTupoBanmne renoma. CRISPR/Cas

CRISPR/Cas — cuctema aganTUBHOTO UMMYHHTETa OakTtepuil u apxeil. OHa coCTOUT
n3 1Byx ocHOBHBIX OiokoB: CRISPR-kaccetsr (Clustered Regularly Interspaced Short
Palindromic Repeats) u mnpuneraromero k Heit kmactepa reHoB Cas (CRISP-associated
protein). Kaccera — 310 670K MpsIMBIX NOYTH HATUHAPOMHBIX («3€pKaJbHBIX», CHOCOOHBIX
CKJIa/IbIBAaThCSl B IIMMJIBKH) IOBTOPOB pa3MepoM 24-48 map HYKJIEOTHIOB. ODTH IOBTOPHI
NIEPEMEXKAIOTCS CIIENiCEpAMM — YHUKAJIbHBIMU BCTaBKaMH IPUMEPHO TaKOM K€ JIUHBI.
Crieliceppl MIEHTHYHBI PA3IMYHBIM Yy4yacTKaM (aroB M JAPYIMX MOOMIIBHBIX 3JIEMEHTOB,
KOTJa-1100 MPOHUKABIIMX B 3Ty KJIETKY WIN €€ MIPEJKOB.

Takum oOpazom, CRISPR MoOXHO cuuTaTh KOJUICKIIMEH pa3AeNEHHBIX MOBTOPAMHU
«botorpaduity HapymuTeNdeH KIETOYHBIX TpaHui. [enbl Cas KOOUPYIOT OCNKH,
HEOOXOIUMBIE Ui BCTPAaWBaHUS CIEWCEPOB M YHUYTOXKEHUS areHTOB C WACHTUYHBIMU
[OCJIEA0BATENBHOCTAMU  (IIpOTOCIIEHiCEPaMH), a TaKXKe I[OMOTallue IPOLECCUPOBATh
CRISPR-TpanckpunT: pazaensits «(HOTO-TUPISHIY» Ha OTAEIbHBIE «IOPTPEThy. DYHKINIO
YHUUYTOXKEHHUs BbIIONHAIOT Cas-0enku, Ha3bpiBaeMble 3(PQEeKTOpHBIMH. B 3aBUCHMOCTH OT
tuna 3¢ dexropoB Bce CRISPR-cuctembr pazgenstor Ha aBa kimacca: y | kiacca murieHb
YHUUYTOXAETCS MYJIbTHOEIKOBBIM KoMIUlekcoM, a y Il — omHum kpynmHbeM Oenxom. [lis
peleHNs] MHXXEHEPHBIX 3a1a4 0oJIbllle BCEro MOJXOAUT cUcTeMa, oTHocsmascs ko II kmacey,
TaK Kak oHa camas rpoctas. E€ adpdexropHsiii 6enok HazpiBaeTcs Cas9.

Jlist penakTupoBaHus TeHOMa HEOOXOIMMO Pa3MECTUTh Ha BEKTOpax reH Oenka Cas9
u CRISPR-kaccery, rae cnelicepsl cienarb UIEHTUYHBIMU MECTaM T'€HOMAa, KOTOPbIE HY>KHO
u3MeHnThb. ['en Cas9 u CRISPR-kaccera TpaHckpuOHUpyYIOTCS B KIIETOYHOM SAPE BHIOPAHHOTO
opranusma, CRISPR-Tpanckpunt Hape3aercsa Ha otaenbHbie PHK, koTopbie 00benunsoTes ¢
oenkamu Cas9 u umgyt nens. Korma PHK Haxogut kommiieMeHTapHbIM ydyacTOK B T€HOME
opranusma, Cas9 paszpesaer o6e nenu JIHK. Jlamee pemapannoHHBIE CHCTEMBI OpraHHW3Ma
peIIaroT, KaK Jydlle 3a1araTh pa3pe3: MIPOCTO CIINTh KyCKH (HErOMOJOIMYHOE COEJUHEHUE
KOHIIOB), WJIU, €CJIM €CTh NOAXOAAIIasl MaTpuLa ¢ (UIaHraMu, KOMIUIEMEHTAPHBIMU y4acTKaM
JIHK ¢ nByx CTOpPOH OT pa3pbiBa, IOCTaBUTh «3aIUIaTKy» (FOMOJIOTHYHAs peKOMOWHALNA).
IlepBblil BapHaHT BBITOJEH, €CIM HYXXHO 4YTO-TO BBIpE3aTb, BTOPOM — €CIU HYXKHO YTO-TO
BCTaBHUTb WM 3aMEHUTH JeekTHbIN yyacTok JJHK Ha HOpManbHBIH, KOTOPBIA MPOCTO BBOAAT
Ha MOJXOMSIIEM BEKTODE.

Kpome CRISPR/Cas st penakTupoBaHHs TeHOMa pa3pabOoTaHbl M JPYTUe CUCTEMBI:
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1. Zinc Finger Nucleases (ZFNs). Kaxaplii 1TUHKOBBIA «manem» coctouT u3 30
AMUHOKHUCJIOT M Y3HA€T OMNpeneiaEHHbIA TPUILIET HYKIEOoTHI0B. MckyccTBeHHO coOuparoT
Ha0Op M3 pa3HbIX «MAJBIEB» U MPUIUBAIOT calT-Hecnenuduunyto Hykieasy Fok 1. Cucrema
BHOCHUT JBYIIENIOYEUHBIC pa3pbhIBbI, co3aaBas npeneaeHT A penapanuu JIHK. HeygoGcrsa:
CIIOXHAsl CHUCTeMa, TPYIHO CO3/1aBaTh/TECTUPOBATh «MHANBIBD, MOO0OYHBIE S()PEKTHI,
TOKCUYHOCTh. CHCTEMa HEe TIOyuYrIa IUPOKOTO PACIIPOCTPAHCHHUS.

2. Transcription Activator-Like Effector Nucleases (TALENs). TALE-moBTops!
cocToAT u3 34 aMHHOKHUCIOT, mpuuéM 12-1 u 13- runepBapuabenbHbI U 00ECIIEUUBAIOT
y3HaBaHME HYKJIeoTHH0B. VckyccTBeHHO cobupatoT Habop TALE-moBTOpPOB M MPHUIINBAIOT
caiftHecnienuduunyto Hykineasy Fok I. Cucrema BHOCUT ABYylIeTIOUE€YHBIE Pa3phIBbI, CO3AaBast
npeneaeHT s penaparuu JIHK. HeymoOGctBa: TpymHo cosmaBath/TectupoBath TALE,
BpEMSAEMKO U JIOPOTO.

[Ipeobnanatomuii BapuaHT pemapany B PACTEHUSX — HETOMOJIOTMYHOE CIIHMBAaHUE
KoHIOB. [locie paspeiBa YacThl MOTEPH HECKOIBKHX HYKJICOTHAOB, YTO CO3MAET CIBUTHU
paMKHd CUUTHIBaHHS, BO3HUKHOBEHHE CTOM-KOAOHOB u np. Cmywaercs knock-OUT.
I'oMonornunast penapanusi B pacCTeHHUSIX UAET ¢ OYSHb HU3KOH BEPOSTHOCTHIO. Torga MOXer
Bo3HUKATh knock-IN. UToObI €€ MOBBICUTH, CTApalOTCs MPUBHECTH T'€H WHTEpeca B OYCHBb
00JIBIION KOMUIMHOCTH: UCTIONB3YIOT HEMH(PEKIIMOHHBII PEIUIMKOH TeMUHHUBHpPYCA.

PepaktupoBanue reHoma Perynauus TpaHcKpunuum,

(genome editing) BN3yanusauus

A. Genome Engineering With Cas9 Nuclease B. Genome Engineering By Double Nicking C. Localization With Defective Cas9 Nuclease
With Paired Cas9 Nickases
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Puc. 4.5. CRISPR/Cas: knock-out u knock-in
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Puc. 4.5 nmroctpupyet ucnons3oBanue cuctembl CRISPR/Cas mist penaktupoBanus
FeHOMa U BU3yalIU3allK Pa3HbIX MPOIECCOB.

Knock-out u knock-in ucnonb3yrorcst i1 KOHCTPYHPOBAHUS HOBBIX METa00JIMUECKUX
nyteid. Hampumep, ansg u3MeHEHUs KapOTHHOMJIHOTO COCTaBa TOMATOB, LIMTPYCOBBIX,
MOPKOBH UM KHTaHCKOW KamyCThl IIEJICBHIMH T€HaMHU SBISIOTCS TEHbl OHOCHHTE3a
KapOTHHOMIOB U aHTOLIMAHOB.

Cuctema CRISPR/Cas moeT ObITh HMCIONB30BaHA W AJIsi OOjee TOHKOH paboOThl ¢
TeHOMOM. MOHO MPULIEIBHO PaboTaTh C MOCIEAOBATEIBHOCTRIO U 3aMEHATh HYKJICOTUIBI.
Hns storo k nedextHod Cas9 npuIMBaiT, Hanpumep, HUTHAMHICAMUHA3HBIA OO
aJICHUH]ICAMUHA3HbIM JOMEH, KOTOpBI Y3HAE€T LMTUIUH WIM aJ€HUH COOTBETCTBEHHO U
Ne3aMUHUPYET, M3-32 YEro Hapylulaercs KOMIUJIEMEHTApHOE Yy3HaBaHHWE HYKJIEOTHIOB B
nocneaoBarenbHocTU. [locne permkanuy NpoucXoauT 3aMeHa OJHON HYKJICOTHIHOM Mapbl
Ha Apyrymo (puc. 4.6).

CBE . o
g 4‘?&' C deaminate Cas9 é:y@ DNA repair
/ nCas ( /
h BORNA and nick G Nick /~ SgRNA and replication A
T — ; TRT™ —  _ONIUTOIVTUIT
- - T
cb UGI cD UGI C>T substitution
ABE .
S e |
.-";@EQRNA A deaminate " VsgRNA DNA repair
and nick Nick” and replication C
AT, ™ — ™D e STVOLTVLTVT VTV

G
A>G substitution

AD

Puc. 4.6. 3amena nyknreomuoos ¢ nomowvto cucmemvt CRISPR/Cas
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Jlekuus S. [1o3MIIMOHHBIN KOHTPOJIb PA3BUTHS

[Ho3unuuonHast uHGopMauus

CornacHO KOHIEMIUU TO3UIMOHHOW WH(pOpMAIMK, KIETKa «3HaeT» CBOE
MECTOIOJIO)KCHHE B KOOPJIWHATHOW CHCTEMe 3adaTka opraHa u nuddepeHmupyercs B
COOTBETCTBUHM C 3TUM TMoyiokeHUeM. [lo3unmoHHyro uMH(pOpMAIMIO KIETKa IOJy4yaeT OT
JIPYTUX KJIETOK. 30HA, B IIpeesiax KoTopoi 3(PEeKTUBHO ACHUCTBYIOT CUTHAJBI MTO3UIITMOHHON
uH(popMmaluy, HaszpIBaeTcs MOPGOTCHETHUYECKUM ToyieM. MopgoreH — 3TO CHUTHaJIbHas
MoJieKy1a, KoTopasi GopMupyeT NmarrepH B MOPGOreHETHIECKOM T0JIe, HECET MO3UIIMOHHYIO
MH(OPMALIMIO U OKA3bIBACT BIMSHUE HA KJIETKH 110 KOHIIEHTPAIMOHHOMY IpagueHTy. OObIYHO
9TO O€NOK, KOTOPBIM ACHCTBYET KaK TPaHCKPHUMIMOHHBIA ¢akTop. B 3aBucuMocTd oOT
MOJTyYEHHBIX CHUTHAJIIOB KJIETKA peaju3yeT Ty WM HHYIO MporpamMmy pas3BuTus. KieTku
MOP(OreHETHYECKOTO IOJIi B TEUECHUE psAa TMOCIECAYIOUUX JACJICHUNH «IOMHAT» O CBOEM
MCXOJIHOM Ha3HAUYECHHH.

JIprouc BompnepT npennoxuil Moaesb «QpaHIy3cKoro ¢guiara», coriiacHo KOTOpoi
KJIETKW TIOTEHIIUAIBHO MOTYT CTaTh CHHUMH, OJIBIMU U KpacHbIMH, TUGOYyHAUPYS OT MecTa
cuate3a Mopdorena ("ucrounwk") g0 Mecra ero paspymenus  ("crok") 1o
MOP(OTeHETUYECKOMY TIOJTIO C IBYMs IOPOTOBBIMH 3HAaYEHUsMH (pHC. 5.1).

Each cell has the potential to develop
as blue, white, or red

L] =

= =

Position of each cell is defined by the
concentration of morphogen

Concentration
of momphogen

o o

Pasitional value is interpreted by the cells
which differentiate to form a pattern

Concentration

of morphogen

Puc. 5.1. Mooenv mpéxysemnoeo ¢hnaca Borvnepma

51

o

\ sronorECKR .

LB omxmmrer -
oy e on

M.8. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

KoHeyHOCTH MO3BOHOYHBIX DPAa3BUBAIOTCA U3 CKOIUIGHHUS ME3EHXUMHBIX KIIETOK —
MOYKH KOHEYHOCTH. [lepBOHAaYaIbHO BCE KIETKH MOYKH M HEKOTOPOU OKpYyXKaromeid 00JacTh
(Tmosiss KOHEYHOCTH) CIOCOOHBI chopMupoBaTh Bce €€ dneMeHTHhl. Ecim mone KOHEYHOCTH
UCKYCCTBEHHO pa3AeNuTh MEpPEeropojkoil, pa3BuBaeTcs H00aBOYHAs KOHEYHOCThb. 3aTeM
MpOUCXOAUT ACTCPMHHALIUA KIICTOK, W OHHU [JAIOT YIKC TOJBKO OHpe,Z[G.HéHHBIe qacTu
KOHEYHOCTH.

B o6siacTi KUCTH KpbUIa Y KYPHHOTO 3apOJbIlia B HOPME 3aKJIaAbIBACTCS TPU IMajiblia
(co BTOpOro Mo 4eTBepThiil). BBIACHUIOCH, YTO y 3aJHEro Kpas MOYKH KOHEYHOCTH €CTh
HeOobIIIas rpynmna KiIeTok — 30Ha noaspusyiomeil aktuHoctu (311A) . [Ipu e€ ynanenun
nanblibl He 3akianapiBatoTca. Eciou ynanuts 31IA u nepecaguth €€ Ha nepeHU Kpal TOYKH
KOHEYHOCTH, TO MaJIbIIBI 00pa3yoTcs B 00paTHOM mopsake (Ha mepeHeM Kpae OKa3bhIBaeTCs
YETBEPTHIA MaJiell, a Ha 3aHeM — BTopoi). Eciu ke Ha mepeaHuil Kpail MOYKH MepecaanTh
nonosHuTensHYI0 3I1A, TO 00pazyercs BaBoe OOJIbIIIEe YUCIIO TabieB (puc. 5.2, A).

Supernumerary
Secondary AER structures

Primary AER

Supernumerary
Secondary AER structures

B

Retinoic
acid
implant

Puc. 5.2. 3ona nonsapusyroweti akmusnocmu u popmuposanue KOHeYHOCmu

Bosnukia runoresa, uto kietku 3[1A BbimenstoT BemecTBO-MopdoreH, KOTOpoe mpu
BBICOKOM KOHIIEHTpAallUd WHAYLHPYET Pa3BUTHE YETBEPTOro Majblia, MpHU Oojiee HU3KOH —
TpeThero, mpu emge Oonee HU3KOM — BTOPOro. DTa MOJAENh MO3BOJIET MPEICKa3bIBATh
pe3yabTaThl Mepecajku OCHOBHOM WK AononHUTeNIbHOU 3ITA Ha pa3nuyuHble y4acTKU MOYKU
KOHEYHOCTH.

VYaanoch yCTaHOBHUTb, YTO BEUIECTBOM-MOP(OreHOM B JaHHOM CIy4yae CIY>KUT
peTuHoeBas KucinoTa. Ecnu nmiacTukoBble OYCHHKH, IPONUTAHHBIE €, BYKUBUTh Ha MEepeaHUMA
Kpall TOYKH, TO JTO BBI3BIBAET TAaKOE K€ YABOCHUE TMAaJblEB, KaKk IMpU Tepecaake
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nonomautensHO 3ITA (puc. 5.2, B). PernnoeBas kucimoTa mMpoHWUKAET BHYTPh KIETOK W
CBSI3BIBACTCS C OeIKaMU-pEIenTOpaMu. SAEpHBIA PerenTop PETUHOCBON KUCIOTHI — (haKTop
TPAHCKPUIILIUK, KOTOPBII MOKET BKJIIOYATh Pa3IMYHbIE T€HbI, ONPEICNAIONINE X0 Pa3BUTHSI.
benok- penenTop nosiBisieTCs Ha ONPEIEICHHBIX CTAAUSIX PA3BUTHS B OCHOBHOM B XPSIIIEBBIX
KJIETKaX, KOTOPBIE U pearupyroT Ha MOPQOTreH.

Peryasitopsl pocra 1 Mopgorese3a y pacTeHHH

e QOuMrocaxapuHbl

e OUTOrOpMOHBI

e miRNA (mepemeniaroTcs 1o mia3MoAecMaM) — MPEUMYIIEeCTBEHHO BBIKIIFOUAIOT T€HBI-
MHuIlIeHU Ha ypoBHe cuHTe3a MPHK ¢ momorpbio caitnencunra

e KopoTtkue nentuas! (mepeMeriarTes Mo arormiacTy)
— 1HcTenH-00O0TaIEHHbBIE
— cemetictBo CLE
— JIpyrue ceMeincTBa

e [lonBuxHble (aKTOPbl TPAHCKPUIILIUU (IKCIPECCUS U aKTUBHOCTH MPOCTPAHCTBEHHO
pa3o0I1IeHBI, TEPEMEIIA0TCS M0 TUTa3MOIECMaM )

cemericteo WOX

cemericteo KNOX

cemeticteo HD III Zip

JpyTHe cCeMencTBa

Koporkue nentuabl

CewmeiictBo CLE Bxitouaer 6omee 40 reHOB. ['€HBI ATOTO ceMeCcTBa CHHTE3UPYIOTCS
B BHJIC TTPE-TIPOTENTUIOB (puc. 5.3).
Signal peptide  Various lengths 60-150 aa  Active domain

Prepropeptide I [ I -j
Propeptide | | -j

Modifications made to amino

acids in Golgi apparatus as I I -j

propeptide is processed

Propeptide with modified

amino acids secreted into [ I -]
apoplast

Active peptide released from propeptide by proteolytic -

processing in apoplast

Puc. 5.3. Ilpoyeccune cuenanbHvix KOPOMKUX NENMUOOB

Ilocme  TpaHCKpHUIIIMM  CUTHANBHAs  IOCIEAOBATENbHOCTH  IPE-NPONENTUAA
pacuierisieTcss B 9HIOIUIA3MAaTHYECKOM pPETUKYyJIyMme, o0pasys mnpomnentus. B ammapare

53

BONOT NMEC KU -
% omomorer -
oy van un

M.8. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

[onbpk  mponenTuj MNOJABEPraeTcss aMHHOKUCIOTHBIM MogudukanusM (0003HaueHBbI
3BE3I0OUKAaMU Ha pHUC. 5.3): THApPOKCUIMpOBaHHE (OOBIYHO MPOJIMHA), TIIMKO3UINPOBAHUE
(Hanmpumep, apaObuHO30#), cyiabdarupoBanue. [IponenTua cekpeTupyeTcs B amoIviacT, TJe
aKTUBHBIN MENTU BEICBOOOXKIAETCA MYyTEM JaIbHENIIIEr0 IPOTE0IIN3A.

CoOoit Ha 1000M U3 3TAOB MOXKET NMPUBECTU K HAPYIICHUIO CUTHAIMHIA, YTO OyAeT
BBIPa)KEHO B BUje MyTauuii. OHAKO BO MHOTHX CIy4asX MyTaHTHbBIC MJIM HOKAyTHPOBAHHBIE
CLE-nentunsl He OyIyT MPOSBIATHCS (PEHOTHINYECKH, TaK KaK MHOTHE M3 HUX MOXOXHU U
B3anMo3aMeHseMbl. O4eHb pesiKo AelcTBYeT oauH eauHcTBeHHbIH CLE-nenTua, u Toraa ero
HOKayT OyJIeT UMeTh (PEHOTUITMYECKOE MPOSBICHHUE.

PenenTopHble KHHA3BI € JEHIIUH-000TAIIEHHBIM TOMEHOM

LRR RLK (Leucine-Rich Repeat Receptor-Like Kinases) — 310 perientopsl KOpOTKHX
nentuoB. OHM UMEIOT SKCTPAKIETOUHbIH NeinuH-o0oraménnspiii fomeH. LRR-RLK numep
HeoOpatumo cBsizbiBaeTcs ¢ CLE-nenTumom.

Takum oOpasom, Hampumep, y uHMHA Gopmupyercs rpaguent TDIF-nentumos
(Tracheary element Differentiation Inhibitory Factor), Gmaromapst KOTOpoMy TPOHCXOIUT
nuddepennupoka Ha (0odMy (BBICOKAs KOHIIEHTpAIUs), MpokamOwuii/kamOuii (cpemHsis
KOHIIEHTpanus) U kcuiemy (Huskas konueHnrtparus). TDIF romonornuen CLE 6/ CLE 41
MenTrUaaM apadua0IICHCca, BBIACISIEMBIM MPOTO(IOIMHBIM MorocoM. Dkcnpeccusi TeHoB CLE
HAXOJIUTCA MOJ TOPMOHAIBHBIM KOHTpoJieM U 3anmyckaercs nutoknHuHamu. CLE 6 u CLE 41
B3aUMO3aMEHSIEMbl — MyTalus MO OJHOMY M3 HHUX HE NPUBOJAUT K CYIIECTBEHHBIM
u3MeHeHussM B mpoBojsmiei cucteme. Penentoper TDIF-nmentunoB — TDR/PXY (TDIF
Receptor / Phloem intercalated with XYlem).

[Tocne B3anmoneiicteuss CLE-nentuaa ¢ penenTopHoi KHHA30i CUTHa OTIPaBIISAETCS
B s1po. Mumens — reabl WOX4 / WOX14. WOX4 skcnipeccupyercs B 30HE MPOKaMOusi, 1o
MEXaHU3MY TOJIOKUTEIBHON 0O0paTHOW CBSI3U €r0 IKCIpPECCHs YCHUIMBAETCS, YTO 3allyCKaeT
MEXaHU3M JIEJIeHUs KJIETOK — 30Ha MpOoKaMOus npuoOpeTaeT nposrdepaTuBHYI0 aKTUBHOCTh
Y TIpeBpalaeTcs B KaMOUH.

CemericTtBo resoB WOX. B3aumoaeiictreue WOX-CLE

Yacto ¢ CLE-nentunamu nmaptaépctBytor WUS-like reHsr:

e npesuss kiaga: WOXI10, 13, 14 (3enénbie BOIOPOCTH, MXH, TATTOPOTHUKH )
e mnpomexyTtouHas kinana: WOXS, 9, 11, 12 (ronocemeHHBIC)
e coBpemenHas kinana: WOX1-7, WUS (1iBeTkoBEbI€)

B kieTkax mOBEpXHOCTHOTO CJIOSi MEPUCTEMBI OTCYTCTBYIOT JIEHIIMH-0OOTaléHHbIe
peUenToOpHbIe KWHA3bl. B cpeqHeM M HUKHEM CIIOSIX DKCIPECCUPYIOTCS T€Hbl PELENTOPHBIX
K1Ha3, B3auMozeiicTBytouux ¢ CLE-nentunamu. B HuKHEM clioe 3KcmpeccUpyercs T'eH
WUSEL. Ero npoaykr 1o mia3mMoiecMaM HalpaBJII€TCs B CaMblii IOBEPXHOCTHBIN CIIOH, Ilie
NoMajaeT B siApo u 3amyckaet akcnpeccuto CLV3. [locne nponeccunra u akckpeunn CLV3
[0 CHUCTeME MEXKJIECTHUKOB auddynaupyer B O6onee riybokue ciou. Crnoil BTOPHIX KIETOK
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CHUHTE3UpPYET PEUENTOPHbIE KMHA3bl, OJHAKO 3/1€Chb CUTHANI B SAApO He UAET. PenenropHas
cucTeMa 37IeCh HaCTPOCHA Ha TO, YTOOBI YMEHBIIUTH KOHIIeHTparuio nentuaoB CLV3. Yacts
CLV3 [0oXoauT OO0 HUKHUX KIETOK M CBSI3BIBACTCS C PEUENTOPAMH, YTO MO MEXaHHU3MY
OTPHUIIATEIILHON 00paTHOM CBSI3M MPUBOJIUT K CHIDKEHUIO 3Kcrpeccuu reHa WUSEL.

Hapymenne otpunateabHONH 00paTHON CBS3U MPUBOAMT K TOMY, UTO 3KCIIPECCUs T'eHa
WUSEL npopomkaercsi, B pe3yibTaTe uero LEHTpalbHas 30Ha paspacraercsi. Takoe
paspacTaHue MEepHCTEMbI Ha3bIBaeTCs (hacIiuausl.

Moaeib aKTHBATOPA/UHTUOUTOPA

[To3uumonHas nHpopmanus padboTaeT He TOJIBKO MEKIY CIOSMH KJIETOK, HO M BHYTPHU
OJTHOTO CJIOSI MEXKIY COCEIHUMH KIETKaMM, KOTOpbIE IOJDKHBI JU(PQPEepeHIUPOBATHCS I0-
pasHoMy. B HOpMe y apabujoricuca ycThHIla HE JOJKHBI pacnojaraTbes BIUIOTHYIO JIPYT K
npyry. Knerkn nensarcss Tak, 4roObl HOBOE YCTBHIIE HE BO3HUKAJIO PSAOM CO CTapbiM. Y
mytanta TMM (Too Many Mouth) ycThHIIa KOHTakTHPYIOT APYr ¢ Apyrom. MyTtanus
3arparuBaer LRR-RLK kwuHazy, KOTOpas B3aUMOJECHCTBYeT C LUCTEHH-O0OTAEHHBIM
nentugoM EPFLY9 / STOMAGEN. Curnan Beikimodaer ¢akrop Tpanckpumniuu SPCH
(SPEECHLESS) tuma bHLH, xoTopeiii B HOpME MEpeKtodaeT MpOorpamMMmy pPa3BUTHS C
OOBIYHOM SNMIEPMalbHOM KJIETKM Ha KIETKH YCThUIl. OTO HPHUBOAUT K TOMY, 4YTO B
OmkaiiiieM OKpPY>KCHUH HOBBIC YCThHIIAa HE BO3ZHUKAIOT. Y myTaHToB 1o SPCH snunepmuc
BOOOIIIE O€3 YCTHHIL.

B cootBerctBuM ¢ 3TMM Maiinxapar pa3zpaboTan MOAeTb aKTUBATOPa/MHIHOUTOPA,
KOTOpas MpearnojiaraeT Hajlu4ue IBYX IMHAMUYECKH B3aMMOACUCTBYIOIIUX MOP(OTreHOB.
AKTHBaTOp YCWJIMBAaET COOCTBEHHOE IMPOU3BOJICTBO (TOJOXKUTENbHAs oOpaTHas CBS3b), a
TaKXe IPOU3BOACTBO MHIHOMTOpa. MHruObuTOp mNOAABISET aKTUBHOCTh WM YMEHBIIAET
KOJMYECTBO aKTUBaTopa (OoTpuIlaTtesbHass oOpaTHas cBsi3b) m camoro cebs. OOa BemecTBa
IPOHMKAIOT MyTEM AU(D(Y3UN U3 KIETKU B KJIETKY, HO JEJIAIOT 3TO C Pa3HOH CKOPOCTBIO.
AKTHBaTOp NEHCTBYET Ha KOPOTKUX PACCTOSIHUAX U BBI3bIBAET MOpP(OreHe3 B onpeaeaéHHOMN
30He. CUTHAJI aKTUBATOpa JIOJTOBPEMEHHBIN — IOIY4YHB MTO3ULMOHHYIO HHPOPMALIUIO, KIETKU
JIOJTO0  «IOMHST», TJe AaKTUBUPOBaH MopdoreHes. HMHruOuTop, HAMpOTHUB, XOPOIIO
mudyHapyeT Ha OOJNIbIIME PACCTOSHUSA, TJ€ BO3HHMKAET 30HA IMOAABICHHUS MopdoreHesa.
Takum 00pa3oM BOKPYT MCXOJHOTO MCTOYHMKA aKTHBATOpPA CO3AAETCS 00JacTh €ro BBICOKOU
KOHIIGHTPALlMM, B TO BpeMs Kak JIerko TuGGYHIUPYIOMUH UHTHOUTOpP pacIpoCTpaHseTcs
3HAUUTENBHO Jajibllle M TOAABISAET CHHTE3 AaKTHBATOpa BeE3/leé KPOME MCXOJHOW 30HBI
aKTUBALHH.

VY pacreHuii B KauecTBe AaKTMBATOpa W MHIMOMTOpa BBICTYHNAIOT (HAKTOPHI
tpanckpurnuuu 177G u TRYPTICHON cootBetrctBeHHO (puc. 5.4). TTG u GLABRAI B3auMHO
yCUIMBAIOT Apyr apyra. Knerka, koTtopas HMX 3KCIpeccUpoBasia, HAET IO Iporpamme
Mopdorenesa Bojocka. Jlanee GLABRAI  aktuBupyer TRYPTICHON, KxoTopsbli
pactpocTpaHsieTcss Ha OKpyXaroliue KIeTku, wuHruoupyer GLABRAI wm mopnaBiseT
TuQGepeHIMPOBKY BOJIOCKOB. [103TOMY B IMKOM THIIE BOJIOCKH yAJIIEHBI APYT OT APYyTa.
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« Mopdorenes
A B

<
AKkTneatop 30Ha NoaBJICHHAS %/,c-/ic‘ma 10/1aBJICHUS

Wurnbutop

GLABRA 1

GLABRA 1

H

~- : - GLABRA 1

3oHa 3oHa
nofaBNeHna  Mopdorenwes  NOAABIEHNA

TRYPTICHON

Puc. 5.4. Mooenv akmusamopa/uneubumopa Ha npumepe Gopmuposanus 80J10CK08

MaremaTnueckoe MOAeJTUPOBAHUE (PUILJIOTAKCUCA

CamMble BakHbIE aKTUBATOPBI Mop(oreHesa y pacreHuil — (UTOrOpMOHBI AyKCHUHBI, a
HanboJiee pacIpoCTpaHEHHBIN ayKCUH — uHaonunykcycHas kuciota (MYK). B tex rpymmax
KJIETOK, TJIeé KOHLEHTpAlUs ayKCHHA BBILIE, UAYT KJIETOUHbIE AENEHUS, POCT PACTSHKEHUEM.
dopmupoBaHue JIOKaJIbHBIX MaKCHMYyMOB ayKCHHa ABIISIETCS coObITHEM,
NpeeTePMUHUPYIOIIMM 3aKJIa Ky JaTepajbHBIX OPraHOB B MEpUCTEMax MoOera W KOpHS.
[ToTokn aykcuHa UMEIOT TEHACHIIUIO PUTATUBATHCS APYT K APYTY U CIMBATHCS: €CIIU KIIeTKa
«4YYyBCTBYET» HEMOAAJIEKY MOIIHBIM MOTOK ayKCHHA, OHA MEPEHANPABIISIET B Ty e CTOPOHY U
CBOW. DTHM TMOTOKM pa3MedaroT Oynyure (opMbl pacTeHHUs: TaM, KyJa OHH CTPEMSTCH,
Pa3BUBAIOTCS 3a4aTKH JIMCTHEB MJIM OPraHOB LIBETKA.

OCHOBHYIO POJIb B CO3/IaHUHU JIOKAJIbHBIX MAaKCUMyMOB ayKCHMHa WIPaeT aKTHUBHBIN
BBIHOC ayKCHHA W3 KJIETKU C MIOMOIIIBI0 OeIKkoB-TpaHcnopTépos cemeiictBa PIN. MyTtaHTHI 110
reny PIN1 ne o6pasyroT nBetkoB. B myrantax no reny PIN1 u reHam OmocuHTe3a aykcuHa
YUCI n YUC4 He 06pa3yroTcs HU JUCThs, HU IIBETKH. MUKPOKAIJIN ayKCUHA, TOMEIIEHHbIE
Ha arekc nobera y pinl MyTaHTOB, BBI3bIBAIOT 00pa30BaHUE MPUMOPIUEB IIBETKA.

OCHOBHbBIE IPUHIIMIIBI MATEMAaTHYECKOTO MOJICTNPOBAHUS (DUITIOTAKCHCA:

1. IToGer anmpoKkcUMHpYETCsl HWIMHAPOM paauyca R, a mepuctema — momycdepoii Toro
xe panuyca (puc. 5.5).

2. Bo3HuKHOBEHHE MPUMOPAHMEB HAET B MEepU(EPUUIECKON 30HE, OTPaHHMUYCHHONU Rumin M
Rmax-

3. Mepuctema pactér co ckopoctbio dH.

4. MuHMManbHOE JOCTYIIHOE€ NPOCTPAHCTBO JUIA  BO3HUKHOBEHMS  NPUMOPAMS
onpeaensiercs d0-okpecTHOCTHIO TOUKH P (Meauana mpumMopams).

5. Bokpyr nmpuMopaus pacroyiokeHa 30Ha HHTHOMPYIOIIETO BIMSHUS, onpeaensemas D-
OKPECTHOCTBIO TOUKH P. B 3TOM 30HE MpUMOPAUY HE BO3HUKAIOT.

6. HoBblll npuMoOpIuii pacnoiaracTcs Ha MUHUMAJIbHOM PAaCCTOSSHUU OT MPEABIAYIIETO.
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Tun nuCTOpachoiOKEHUsI 3aBUCHUT OT COOTHOILIEHHS ABYX IapaMeTpoB — pajuyca
MepucTteMbl R u pammyca wmHrHOHMpytomeld 30HbBI D, mpudyém pa3MeTrka TPUMOPIUEB B
KOMIIETCHTHOM 30HE TIOJIHOCTBIO OTMpEeNeseT OOJMK IoOera, KOTOphId (OpMHpPYETCsS B
nanpHelmeM. MeHsisi 3T mapaMeTpbl, MOXKHO IOJyYHUTh H3BECTHBbIE B TMPUPOJE THUIIBI

JMCTOPACTIONOXKEHUS, a TAK)XKE IIePeX0AHbIe (POPMBI MEXYy HUMH.

ﬁdH

Puc. 5.5. Mamemamuueckas mooenv gpuriomaxcuca

Ecnmu nuamerp 30HBI MHTHOMPYIONIETO BIMSHUS CYIIECTBEHHO OOJIBIIE TUamMeTpa
MepucTeMbl (0oyiee ueM B J1Ba pasa), TO MOJETh MPEACKA3bIBACT ABYPSAHBINA (PHILIOTAKCHUC Y2
(cTporasi nucTHXMA). B KaXI0M y371€ HaXOAUTCS OJIMH JIUCT, IPU ATOM KaXKIblii oOpa3yer ¢
npeapaymum yroi B 180°, Tak 4TO BETBb € JUCTHhSIMU BBITJIAIUT IUIOCKOM. [lepBas ke 30Ha
UHTHOMPOBAaHUS HAaKpbIBA€T BCIO MEPUCTEMY, I[IOATOMY BTOPOH JIUCT Ha STOM YpPOBHE
BO3HUKHYTb HE MOXET. A BO3HUKHET OH Ha MPOTHUBOIIOJIOKHON CTOPOHE, KaK TOJIBKO 30HA
KOMIIETEHTHOCTH, MOJHUMASCh IO MEpPE pOCTa, BBHICBOOOAWT W3 30HBI HHTUOMPOBAHUS
okomko He MeHbiie d). Takoe nucropacnonokeHne HaAOMIOJAETCSl Y KOMHATHOTO PAaCTEHUS
TUXOpHU3aHAPBI  KOpolieBCcKoW  Dichorisandra reginae, ¥ak #W y MHOTUX JIpYTUX
TPaJeCKaHLIUEBBIX.

ITIpu panmyce mepuctemsl R=1,0 (const) ymeHbIeHHE auameTpa HHTHOUpPYIOLIEH
30HbI D BeA€T K HCKpUBIECHHIO OpTOocTUX. Ha CMEHy CTporod HAMCTUXUU MPHUXOIUAT
CIIMPOAUCTUXUA — TMPSAMBIE JIMHUW JINCTOPACHOJOKEHHUS IEPEKPYUYMBAIOTCS, JIMCThS
pacnonaratorcs no cnupaism. Okazaiaoch, 4TO Takas MOJEb (JIB€ CHUpPAU, HAJIOKEHHBIE
Opyr Ha JApyra) JIydllleé BCEro OIMKCHIBACT pealbHO HAOII0aeMOE JHCTOPACIIONOKEHHE.
TpaauunoHHoe TpecTaBiIeHue 00 OJHOW CrUpaiy, NoAUMHSIomEencs apodsm dubonauuw,
3/1eCh SIBHO HE MOAXOAUT. DUIIOTAKCUC, TIPECKAa3aHHbIN ATOH MOAENBI0, MOKHO Ha0JII01aTh
y Buj10B poaa Cordyline n npyrux 0ObEKTOB.
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JlanpHeiee yMEHbIICHUE JUaMeTpa MHTHOUPYIOMEeH 30HbI BEAET K 00jiee CHIIbHOU
negopManuy JIMHUM, COeAUHSAIOIMX IPUMOPANU N U n+2 (BbIpaKeHHasi CIIMPOANCTHXHS).
30Ha MHTUOMPYIOILETro BIUSHUS MEPecTaéT MepeKphIBaTh BCIO MEPUCTEMY Ha CBOEM YpPOBHE,
U JBa JINCTAa CMOTYT BO3HUKHYTh JpPYyr HampoOTHB JApyra. B MIKOJBHBIX ydyeOHMKax 3TO
Ha3bIBAETCS] CYNPOTUBHBIM JIUCTOPACHIOJIOKEHUEM, OHO HAOIOJaeTCsl, HAIPUMED, Y CHPEHH.
Kaxxnas HoBas mnapa nMCTbEB NOBEPHYTa OTHOCHUTENbHO mpenslaymed Ha 90°. Ecin
MHTUOMPYIOIINE 30HBl CTAaHYT ellé MEHbIIE, TO Ha OJJHOM YPOBHE CMOTYT BO3HHKHYTh Cpa3y
tpu (mpu D=12R) wmmm wuyersipe mnmcra (mpu D =R) — peanusyercs MyToBUaroe
JUCTOPACIIONOKEHHE.

MaremaTH4ecKoe MOJCJIUPOBAHHNE IBETKA

[IBeTKkM MOTYT pa3MedaThCsi AaHaJIOTMYHBIM O00pa3oM. OTOT MOJIXOA IO3BOJMUII
o0paTuTh BHUIMAaHHE HA CTPAaHHBIC IBETKH C HETUITUYHBIM JJIsl JAHHOTO BU/A PACIIONOKEHUEM
JenecTKkoB. MaTemMaTuueckas MOJENb MpeajiaraeT xopouiee 0ObsICHEHHE — MIPOMEXYTOUHbIE
BEJIMYMHBI JIMAMETPOB 30HBI WHTUOMPOBAHHWS, M3-32 YErO B OJHOM Kpyre pa3MelaroTcs,
HalpuMep, He IISITh JIETIECTKOB, a BCEro 4eThlpe. MM «4eThipe ¢ MOJOBUHOW»: YTIIbI MEXIY
YEeTBIPbMSI CIIMIIKOM BEJIUKH, a MATOMY HEJOCTaTOYHO CcBOOOAHOro Mecta. l[BeTok Hapuucca
oOnanaer TpEXJIy4eBOM CUMMeETpUeH (HE HIeCTUIy4eBOil, TOTOMY YTO €ro HIeCTh JTUCTOYKOB
OKOJIOIIBETHHKA PACIOJIOKEHbl HE B OJHOM Kpyre, a ABYMs Kpyramu o Tpu). Ilostomy
MSATUIMCTOYKOBBIN HAPIUCC JIOTUYHO OBLIIO HA3BATh «2,5-MEPHBIMY.

N3ydyeHne aHOMalbHBIX IIBETKOB MHTEPECHO €LIE M MOTOMY, YTO OHO JAET KIIIOU K
HEKOTOPBIM CIIOPHBIM MOMEHTaM JBOJIIOLIMU LIBETKA. Tak, MaTeMaTH4eCKOe MOJEINPOBAHUE
MOKA3bIBAET, YTO IATUMEPHBIE LIBETKH €]1Ba JIM MOIJIM BO3HUKHYTh W3 LIECTHJIECIECTKOBBIX
TPUMEPHBIX YEpPEe3 MOTEPI0 OJHOTO JIENECTKA U CBEJEHNE OCTaBLIMXCS B OAMH Kpyr. Ckopee
BCEro, TPEXJENECTKOBBIM TPUMEPHBIM IIBETOK CHayaja CTaJll TETPAMEPHBIM, C YETBIPbMS
OCSIMM CUMMETPHH, a IOTOM YK€ TEHTaMEpPHBIM.

Ha puc. 5.6 npencraBieHbl mepexoabl OT OJAHOTO BUJIa CUMMETPUU K JAPYromy B
npeaenax pona. l[BeTox TpaxeckaHIMUM B HOPME MMEET TpPU JIeNecTKa. XHOHOAOKCE H3
ceMelcTBa TMAlMHTOBBIX XapaKTEpHO HAJIWYME IIECTU JIMCTOYKOB OKOJIOLBETHHKA B ABYX
KpyTrax, KaK 1 JIMJICHHUKY.

Korma B Mozmenu ymeHblanu pagauyc HHruOupytomeid 3ousl D ot 1,2 mo 1,0,
TPUMEPHBIM I[BETOK 4Yepe3 psiJi MOCIEAOBATENbHBIX «HETUMMYHBIX» (OpPM mpeBpariaics B
TeTpaMepHBIA (BOCBMHUJIETIECTKOBBIA WM BOCHBMHJIMCTOUYKOBBIN). JIFOOONBITHBIM OKa3aJIoCh
CTPOCHHE LIBETKA FOPTEH3UH. B MX cTepuibHBIX IBETKaX 3a7ady MPUBJICYEHUS ONMBbLIATEIECH
BBIIIOJIHSIIOT YALIEIMCTUKH, a He JienecTKUu. OJIMH U3 JIEECTKOB, KOTOPbIE B HOPME MENIbYe U
3aKJIaJbIBAIOTCS BBIIIE, CTAHOBWICA B Kpyr dYamienuctukoB. [lomHblil psn ¢opm ynanock
OTBICKATh B IPUPOJIEC Y TOPTEH3UU JAPEBOBUIHON Hydrangea cinerea (Ha puc. 5.6 cripasa).

MO’KHO HE TOJIBKO yBEJINYMBATh YUCIIO JIENIECTKOB B KPYIe, HO U YBEIMYMUBATH YHUCIIO
CaMUX KPYrOB — «TSHYTb 332 MaKyIIKy» I[BETOK, 3aCTaBJisisl €ro pacTU W HAJACTPAUBATh HOBbIE
SApyChl OpraHoB, BBOJAs ckopocTh pocta dH, He paBHyio Hymo. Tak MOXHO MOIXYy4HUTh
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HEKOTOpbIe MaxpoBbIe IIBETKHU. B mpenensHOM ciyyae IIBETOK pacTET BBEPX A0 MCUEpPIAHUS
KJIETOYHOTO MaTepHala, KOTOpbIi BECh MPEBpaIllaeTcs B JIETIECTKHU. Y TaKoro 1BeTKa He OyeT
TreHepaTUBHBIX OPraHOB — IECTUKOB U THIYMHOK.

V& %

Tradescantia

Chionodoxa

Hydrangea cinerea

Hemerocallis

Puc. 5.6. [lonumopghusm cmpoenus yeemrkos

Henopa3Butue OTIENbHBIX OPraHoB MpPU COXPAHEHHHM OOIIMX TeOMETPUUYECKUX
0COOCHHOCTEl B OpraHOTaKkcHce IBETKAa, MOKHO CUHUTAaTh M3MEHEHHEM MOJHOTHI I[BETKA.
[TonHbIM  yCIOBHO 0003HAYalOT TUMWYHBIA Ui JAHHOTO TaKCOHA I[BETOK, TOrna
OTKJIOHSIFOIITUECS CTPYKTYPhl MOXKHO CYHTaTh H30BITOYHBIMH (WU OOCTHEHHBIMH) IO
nonHote. K mpumepy, y Polygonaceae momiHbIi IBETOK C MEPHOCTBIO N UMeET (HOopMyITy
P2nA3nGn. B pamkax mpeaiokeHHOW KOHIENIIUU BCE pa3sHOOOpasue CTPYKTYpPHI I[BETKOB
MOYKHO TOJIyYUTh IMyTEM HM3MEHEHHUS HECKOJBbKHX IMapaMeTpoB (puc. 5.7), cpenu KOTOPBIX
MO’KHO BBIJIEJIUTH JIBA OCHOBHBIX:

® MEpPHOCTH — OIPEAEISET YNCIIO YWICHOB OKOJIOIBETHUKA, aHAPOLIEs U THHELIes B KpyTre
® IOJIHOTA — BBIPAXXAETCs] B 00OTalIeHUN WM O0CIHEHUH CTPYKTYpHI LIBETKA, MPEKIE

BCET0, B CBSI3U C M3MEHEHUEM UMCIIA TBIYMHOK B KaXKIOM CalTe pa3sMETKU U PEXE — C

M3MEHEHHUEM YHCIIa KPYTOB OKOJIOI[BETHUKA

JlonosiHEeHUs, BHECEHHBIE /U1 MOJIENIMPOBAHUS Pa3METKH 1IBETKA:

1. BBeneHa BO3MOXKHOCTh pa3METKHM OpPraHOB B allMKaJbHOM 4acTh Mmepucremsl. [lpu
9TOM MOCTYJIHPYEM, YTO CKOPOCTh pocta BBepx dH=0.

2. Pagmyc HOBOM BepXyIIEYHOM 30HBI pa3METKH OpraHOB 0003Ha4YeH Kak Rs.

3. B uBeTke NMosBWJIACh BO3MOKHOCTh K MHTEPKAISIPHOMY POCTY 3a CUET YBEIMYEHHS
JameTpa MepucTeMsbl co ckopocThio dR.

4. I'panunbl 30H pa3METKH OPraHOB MOXKHO TIepeMeliarh, 3aaaBas mapamerpsl dR3
(Bo3MoOkHOCTH pacmupenusi) 1 dRmin (BO3MOKHOCTH CMEIICHHSI BEpXHEW TPaHUIIBI pa3METKU
OpraHoB BBepX), OTJINYHbIE OT 0.
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MEepPHOCTb
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Puc. 5.7. Konyenyus meprocmu/nonnomot na npumepe cem. Polygonaceae

TunuuHbll TBETOK apabujornicuca uMmeer (GopMyiy, TOCTATOYHO THIUYHYIO JUIS
kpectouBeTHbIX: K4 Cs As4+2 G2. BykBbI 0003HAUalOT COOTBETCTBEHHO YaIIEIUCTUKH,
JIETIECTKY, THIYMHKU U TECTUKHU, a «4+2» — 4TO YeThIpe THIYMHKHU JJTUHHBIC, a JIBE KOPOTKHE.
Ho nomagarorcs nBetku apabunoncuca 6e3 ogHol kopotkoi TeranHkn (K4 Cs Ag+1 G2), pexe
0e3 obenx kopoTkux TeIMUHOK (K4 C4 A4 G2) mitm naxke ¢ 0JTHOM TOTOTHUTENHHON NTMHHON U
6e3 xopoTtkux (K4 Cs4 As G2). CpennHee 4uciao THIYMHOK B LIBETKaX apaOHAOICHCAa TUKOTO
THUIIA BCETIa MEHBIIIE IIECTH.

VY Cruciferae nan6oinee cTaOMIBHBIMHU SIBJISIOTCS PETHOHBI THHETIES (M3 HEro BRIPACTET
NIECTHK), aAaKCHaIbHOTO U a0aKHUCATLHOTO YalIeTUCTUKOB. CaMbIM BapruaOeIbHBIM SIBIISCTCS
PErvoH KOPOTKHUX THIYMHOK, MEHEe BapraOeIbHbI MOJT0XKEHUS JUIMHHBIX THIYMHOK, JICTIECTKOB
U JIaTePaNbHBIX YaIIEIUCTUKOB.

MOXHO MPEArnoNOKUTh, YTO CTAOMIBHBIC YYaCTKU (OJMHAKOBBIE B OOJBIIMHCTBE
[[BETKOB) pa3dMEYaroTCs MEpPBBIMH, a BapualOenbHbIE — IOCICIHUMH, <O OCTATOYHOMY
MPUHIIAITY», OTYETO, OHU U OKA3bIBAIOTCS BapualenbHBIMU. TOr[a BBEACHHE Oa3uMeTalbHON
30HBI, PACHIMPSIONICHCS HABCTPEUY aKpOIETANBHOM, BBITJIUT BIOJHE JIOTUYHBIM. A MEXITY
HUMH TIOTIAJIAI0T THIYMHKH, Pa3MedaeMble B IOCICIHIOI Oo4Yepe/lb. YYaCTKA MEPUCTEMBI, HE
3aHATHIC JICTIECTKAMU U TICCTUKAMH, Pa3MEUAIOTCS «KaK MOJyduTCs». Takasi BapruaOebHOCTh
JUI [IBeTKa HEe KaracTpouuHa: JIydmie yX IMyCTh HE XBaTaeT KAaKOW-TO TBIYMHKH, YeM
MECTHKA.

JleiicTBUTENTLHO, MaTEMATHYECKast MOJICTb C TAKUMH UCXOJHBIMU TaHHBIMH ITO3BOJISIIA
CO3MaBaTh KaK THUIIWYHBIE, TaK U «AaHOMAJbHBIE» MBETKH apaduporcuca. CHavana
pa3Meyaniach OJlHa Tapa YalleIHCTUKOB, a CBEPXY IIOJOTUCTUKHU (OyaylmInii MECTHK), 3aTeM
BTOpBIC [[BA YAIICIUCTHKA, YETHIPE JICTIECTKA, JJIMHHBIC THIYMHKH W, HAKOHEI, KOPOTKHE.
KopoTkue ThIMHHKH, pa3MedaeMble MOCISIHUMHE, yTPAuNBAINCH Yalle BCETO.
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IIpoBepka yCTOHYMBOCTH MO/Iejieil M MPOTHO3 CTPYKTYPbI aHOMAJIbHBIX
IIBETKOB

Mogens mpoBepuiM Ha I[BETKaX OOBIKHOBEHHOTO peBeHs Rheum W3 cemeiicTBa
IpeUYMIIHbIX. PeBeHb B NaHHOM ciyyae XOpoll OOWJIMEeM MaTepuaga — y HEro OrpoMHoOe
MHOKECTBO MEJIKMX IBETOYKOB. Ha 3TOT pa3 uccrmemoBarenu He NPUAYMBIBAIA MOJEIb,
HanboJiee TTOX0XKYI0 Ha peajbHbIM IBETOK (YTO BCET/la HEMHOTO HAIIOMHUHAET MOJATOHKY), a
MOLUIH OT MPOTHUBHOTO: TMOCTPOUJIM BCE BO3MOXHBIE MOJENIN Pa3METKH MEPUCTEMBI, YTOObI
MPOBEPUTH, KaKasi U3 HUX OJIIKEe K PEaTbHOCTH.

Mopneneit nomyuunock 4yetbipe (puc. 5.8). IlepBas (OoraHudeckas) MOJIENb,
o0o3HaueHHas OyKBOi A (akporieTanbHas), pearnoaraia pa3MeTKy OpraHoB CHU3Y BBEpX, B
NopsIIKEe HAOMI0AaeMOro ux (OPMUPOBAHMSI, OT YAIICTHCTUKOB K IUIONOIUCTUKAaM. Mojaenb
b2 (renermdeckas) COOTBETCTBOBaJia JaHHBIM 00 AKTHBHOCTH T€HOB MEPHUCTEMBI: B HEH
YalIeIUCTUKU U JIETIECTKH pa3MeyalnCh CHHU3Y, a IUIOJOJMCTUKH M THIYMHKU — CBEPXY.
Mopenu b1 (TBIUMHKK pa3MeyaroTCs BMECTE C OKOJIOUBETHHKOM) M b3 (4acTh THIYHMHOK
pa3MeyaeTcsi CBepXy, 4acTb CHU3Y) NPEICTaBISUIM OCTAJbHBIE TEOPETUUYECKH BO3MOXKHBIE
BapHAHTEHI.

Mopaens A: Bce opraHsl LBETKa Mopens B1: TEIYMHKK
pa3mMevarTcd CHU3Y BBEPX pa3mMevarTcA CHN3Y

Mopenb B2: ThIYMHKK Mopens B3: ThIYMHKK
pasMeqaloTcH CBepxy pasMeuvalTCH CBEpPXY M CHU3Y

Puc. 5.8. Konxypupyrowue cunomesvi o pazmemxe yeemra y Rheum

Bce xoMmmbloTepHBIE MOJENM LBETKOB, kpome bl, mamm xopomume pemeHus s
«TpaBUJIIBHOTO» IB€TKa peBeHs. Ho usyumeidl okasamace Moaens b3, rae asapouei
pa3meuaeTcss B JBYX HampaieHusax. OHa oOmagaer HauOousbliel CTaOMIBHOCTBIO T10
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OTHOIIICHUIO K M3MEHECHHIO TTapaMeTPOB, a TaK)Ke HAMOOJbIIEH MPOTrHOCTHYECKOU cuioil. To
€CTh Ja)ke KOTrJa MOSIBISUIMCH OTKJIOHEHHS, OHHU COOTBETCTBOBAJIM HETUIIUYHBIM BapHUaHTaM
I[BETKOB, Ha0JI0/JaeMbIM B mpupoje. [pyrue ke Moaenu Aake IpU MEHbIIUX OTKJIOHEHHUAX
OUYEHb CHJIBHO MEHSUIN MOJI0KEHUS THIYUHOK.

O0J1acTu NpUMEHEHUsI TEOPUHM Pa3METKHU

1. ®u3HnoIOrNYecKHe UCCIIeIOBaHUS MPOIlecCcOB MOp(doreHesa.

2. MonekyndpHas T€HETHKAa pa3BUTHUA — OINHUCAHWUE MYTAHTHBIX PAcTeHHH C
HapyLIEHHBIMU [TPOrpaMMaMU Pa3BUTHSL.

3. Tepatosiorus — ONHMCAaHUE AHOMAJIBHOTO CTPOEHUS PACTEHWH, BBI3BAHHOIO
(bu3HONIOrMuYeCKUMHU HapYIICHUSIMH.

4. Tlouck peayuUpOBaHHBIX (a0OPTHPOBAHHBIX WJIH a0JaCTUPOBAHHBIX) OPTraHOB,
BIIUSIONINX HA OPTAaHOTAKCUC C IPUMEHEHHEM (DOpMaTN30BaHHBIX METOJOB aHAIH3A.

5. buoundopmanoHHBIH noaxong — — co3JaHue MOJIeIIeH, o0aaronmx
MPECKA3aTeNbHON CUIIOM.

6. DBOJIONMOHHBIN MOAXOJ - HOBBIE THUIIOTE3Bl 0 MOPGHOJIOTHIECKUX MPEe0oOPa3OBAHMIX
JUCTOBBIX CEPHil, CTPYKTYpbl COLIBETUM M IIBETKOB, OCHOBaHHbIE HAa KOHCEPBATHBHBIX
(bU3HONOrHYeCKUX MPUHIUIIAX.

7. Teoperudeckass Mopdojorus pacTeHHH — akcHOMaTH3amus 0a30BBIX IPUHIIMIIOB
CTPOEHHUSI PACTEHUM.
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Jlekuus 6. IMOpHOHAILHOE pa3BUTHE

OTKpbITHE IBOIHOTIO OIL1010TBOPeHUs1. Pojib o010 TBOpEeHUA

Cepreii I'aBpwiioBnu HaBammH — NEpBOOTKpHIBATENb JABOWHOIO OIUIOAOTBOPEHUS.
Habmronan omionoTBopeHne Ha psiOunke, Tak kak y Hero mHoro JIHK B reHome, a ramMeTsI ¢
KPYIHBIMU SAPaAMHU.

[Tyck mporpaMMbl pa3BUTHS 00ecNeUMBAIOT (PAKTOPHI peMOJeJMHIa XpPOMAaTHHA
MEDEA (MEA) u3 cemeiictBa PolyComb: FIE (Fertilization Independent Endosperm), FIS2
(Fertilization Independent Seed2), MSI1 (Multicopy Suppressor of IRA1, ren npoxokeit).
Hauano pa3Butus BO3MOXHO 6€3 OIJIOJOTBOPEHHUSI, HO OHO HE OBIBAET YCIIEUTHBIM.

PHERES 1 - (¢akrop Ttpanckpuniuu MADS, wmumens g1 PolyComb.
WNurubuposanre PHE1 npuBoauT kK 0OCTaHOBKE pa3BUTHS 3apOJIbIIIa U SHI0CIIEpMA.

B xenckom ramerodure PHE1 penpeccupyercs kommuiekcom PolyComb mytém
METUIMpPOBaHUA THCTOHOB (puc. 6.1,1). Ilpu QopmupoBaHuUM CHEPMHEB THUCTOHBI
nemetunupyrored (puc. 6.1, 2), oruosckuii amiens PHE] nepexoaut B akTUBHOE COCTOSIHUE
1 o0ecreurBaeT Havajao pa3BUTHUS 3apobllia U dHaocnepma (puc. 6.1, 3).

I[Ipu ¢opmupoBanuu 3aponpimeBoro Memka JIHK w3 wmarepuHckod —amienn
OTIIOBCKOTO UMIPHUHTHpOBaHHOTO TeHa MEA nemerunupyercs (puc. 6.1, 4), 9T0 NMpUBOIUT K
nHaktuBanuu PHE1 B xenckort nuamm. Jlns aktuBanum PHE1 HeoOXomnmo momaBUThH
AaKTUBHOCTH (hakTopoB pemojenunra xpomaruaa (MEA). Amiens MEA 1o OTIOBCKO# THHUU
metwiapyercs  (puc. 6.1,5). Pemnpeccus oruoBckoro amtenss MEA B sHpocnepme
noanepkuBaetcs komriekcom FIS (puc. 6.1, 6).

Maternal imprinting e Q / \ Q Paternal imprinting
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I ? DNA methylation 9 Histone methylation |

Puc. 6.1. Monexynapmwiii umMnpuHmuHe y apadudoncuca

Takum o00pa3oM, B BEreTaTUBHBIX TKAaHIX MOJIEPKUBACTCA WHAKTUBUPOBAHHOE
cocrosnue resoB PHE1 u MEA (puc. 6.1, 7). IIlpu ¢dopmupoBanuM ramMer MPOUCXOIMT
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MOJIEKYJIAPHBIA UMIIPUHTHHT: MO MYy>KCKOW JinHUU aktuBupyercss PHEI, a mo xeHckon —
dakTopsl peMojenunara xpomatnaa MEA.

ANIOMHKCHC

ITpoBonst sKCHepuMEHTHl Ha scTpeOMHKAX, MeHJenp He MNOIy4YHs KJIacCHYeCKHe
pacuieryieHlsl TPU3HAKOB Kak Ha ropoxe. OTO CBA3aHO C TEM, 4YTO Ui SICTPeOMHOK
XapakTepeH AaNmOMHKCHC — pa3BUTHE CEMsSH C >KH3HECIIOCOOHBIMH 3apojblliamMu 0e3
ormtonoTBopeHus. CyIecTBYIOT BHJIbI C TPUIUIOWIHBIM F€HOMOM, JUISl KOTOPBIX XapaKTEepeH
TOJIbKO aMOMHMKTHYECKUN CIMOCO0 pa3MHOKEHHsS. J[7s psima BHIIOB XapaKTEpHO JBOMHOE
OIUIOJOTBOPEHHE MEPEKPECTHBIM ONblIeHNEM — amuMHUKcHc. B 3ToM ciyuae 3apoabiin
CEMEHU Da3BHBAETCA W3 OIUIOJOTBOPEHHOW SWLEKIETKH. ECThb BUIBL, y KOTOPBIX 4YaCTh
CEMSTHOK 00pasyeTcs 3a CYET MepeKpECTHOTO OMBUICHHS, a YAaCTh — 32 CYET allOMHUKCHCA, YTO
CHJIBHO MCKa)KaeT KapTUHY HaCIIeI0OBaHUS IPU3HAKOB Yy SICTPEOMHOK.

FIE skcmpeccupyercs OAMHAKOBO y AllOMUKTHYECKUX U aM(UMHUKTHUECKUX BHJIOB.
[Ipu nopmaBnenun skcupeccun FIE 3a cuér PHK-uHTepdepeHnmu pasBuTHE 3apojblia
HAaYMHAETCs, HO IOCTATOYHO PAHO OCTAHABIMBAETCS.

JIBOWHOE OIUIOJJOTBOPEHHUE CYILIECTBYET HE Y BCEX IIBETKOBBIX PACTEHHUI. Y OPXHIHBIX
LEHTpajbHas KJETKa HE OIUIOJOTBOPSETCS, MO3TOMY ceMeHa 0e3 3HAOoCIepMa, a 3apOJIbIII
OCTaHABJIMBAETCS B Pa3BUTUHM HAa CTaAUM TJOOYJIbl. DTO HE MO3BOJISIETCA CEMEHaM OpPXUIEU
npopacTtatb 0e3 MOCTOPOHHEW MOMOIIM, B HPUPOAE OHU HYXAAIOTCS B CUMOMOTHUECKUX
rpubax.

JInsi mapa3uTUYEeCKUX PACTEHHUH HYKHO MHOTO CEMsH, TO €CTh OHU JOJDKHBI OBITh
OYCHb MEJKUMH. Y TaKMX BHJOB 3apoJblll cIa0Opa3BUTHIA, Ha CTaauu TJIOOYJBI, C
MaJIEHbKHMM 3aI1acoOM IUTATEIbHBIX BEIECTB.

Hemnoasapusanus 3Ha0CIepMa

DHJIOCIIEPM MCXOJHO Pa3BUBAETCS B BUJE MHOTOSJEPHOrO CHHLMTHS. 3aTeM siapa
pacrpeaensoTcss Mo 3HIOCHEepMY, TMOCJIE YEero MPOUCXOAMT ILEJUTIONIApU3AINs HAayUuHas C
nepudepun. BHYTpeHHSIT YacTh JHIOCTEpMa OCTa€Tcsl KHUAKOW (B HEH MpPOJOIDKAETCS
HapaOoTKa s/ep), a OCTaBIIMeCS KIETKH TMPUOOPETAIOT KIETOUYHYI0 CTEHKY U
«3aTBepleBaloT». B mocienctBuM Bech BHYTPEHHUH OOBEM 3amoNHSAETCS KIIETKaMU
SHJOCIepMa. Y KYKypy3bl IPUMEpPHO uepe3 18 NHell mocie onbUIeHUs! KIETKA SHAOoCIEpMa
MOABEPTaeTCs 3aPOrPaMMHUPOBAHHON THOETH KJIETOK. 3apOoabIIl apaduaorncuca noTpedseT
OOJIBIIYI0 KJIETOK SHIOCIEpMa IO CO3PEBAHUS CEMSIH.

VY apabumoncuca ecTh 2 MoJoca MEIUTIOISPU3ANHA YHAOCIIEPMa — B MUKPOTIIIPHON
U Xalla3aibHOW yacTu ceMeHu. OcTaibHOE MPOCTPAHCTBO 3aMOJHEHO KUAKUM SHAOCIEPMOM
¢ OONBIIMM KOJUYECTBOM siiep. st MpaBUIIBHOTO MUTAHUS 3apOJBIII JOJDKEH MOCTETICHHO
nepeMenaThCsl B HEEIUTIOJISIPU30BaHHY IO 00JIaCTh 3a CUET yATUHEHUS CYCIIEH30pa.
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PanHue 3Tanbl pasBuTHA

B pesynbrare omnomoTBopeHHs (POPMUPYETCS BBITSAHYTAs 3UT0Ta, KOTOpas JETUTCS
aCUMMETPUYHO C OOpa30BaHUEM alWKaJbHOM M 0a3ajbHOM KIETOK. ANMKalbHas KJIEeTKa
NENUTCS MEpPUAMOHANBbHO, GopMupyss nposmOpuoH. baszanbHas kierka JAenuTcs B
9KBATOPHUAJILHOM HaIpaBlieHUU, GopMUpys cycrneH3op. Ha BOCbMUKIETOYHON CTaJAuM BIIOJIb
anuKo-0a3anbHOM OCH MOXHO BBIIETTUTH YEThIpE 00JIaCTU: alUKaJIbHBIA JOMEH, LICHTPAIbHbIN
nomeH, runodusza u cycnensop. Ilocneayromue TaHreHUUanbHbIE AEICHUS (OPMUPYIOT
3a4aTOK 3MUJEPMHUCA, WIN IPOTOAEPMY.

HeonHopoausle AMHAMHUYECKHE NATTEPHBI SKCIPECCUM TIE€HOB TECHO CBS3aHBI C
QHATOMUYECKMMH TATTEPHAMHM KIETOYHBIX JeieHud (puc. 6.2). Dxcnpeccus WOX
HaunHaercs emé B 3urore. Pacnpeneneane WOX ompenenser cyas0y kierok. B HumxHen
YaCTH HakaruimBaroTcst mpoaykTel reHa WOX8/ WOX9, a B Bepxueit — WOX2. Ha craguun
OKTaHTa B LIEHTpaJibHOM JoMeHe skcipeccupyerca WOX9. WUS opranusyer mepucremy
nobera, a WOXS5 opraamsyer wmepucremy KopHsa. Ha Oomee mo3gHeM »drtame yis
dbopmupoBanus mpokamoust moakmodaercs WOX4 u WOX3 (paboTaeT B ceMsAI0IIsIX).

(@) Protoderm COMGdO“S
Aplcal cell / /’_--""‘ ;;WFE‘E Hypocoty|
1 e = and root
¥ il o
:
o] °
B :
Basal cell H
(4 ¥
Zygote 1-cell 2-cell 8-cell 16-cell 64-cell
(b) (c)
, m ML1
| ' R
m WOX2 .‘ T
| ® WOX2/WUS - MP
| Woxe9 r/—— DR5
WOXx8 / WOX9 - E:m1
Wwoxs / 7
B WOX5/WOX8/ Z/ - Auxin
WOX9 flux

Puc. 6.2. Pannee pazsumue u nammepHul SIKCHpeccuu 2eH08 8 3apoobviuie apabudoncuca

[ToTok ayKCHHOB COCTOUT U3 ABYX (pa3. Ha pannux sTanax nepeHocuynk aykcuHa PIN-
FORMED7 (PIN7), nokanu3oBaHHBI Ha amuWKalbHBIX MEMOpaHax KJIETOK CYCIEH30pa,
obOecrieunBaeT TPAaHCIOPT ayKCcHMHAa BBepX. Ha Oonee MO3MHUX dTamax MPOUCXOIUT
nepepacrnpeeieHue NOTOKOB ayKCHHA B IPYTHX HAINlPaBJICHUSX.
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- KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

DYHKIIMHU CYCIIEH30pa:

1. ®uznyeckas opueHTAIMS 3apOIbIiia

2. IlpoaBmxeHUE B MUTATEIBHBIN ((KUIKHIA) SHIOCTIEPM

3. l'unodwuza, dopmupyromascs #u3 BepxHEH KIETKH CyCcleH30pa, AaéT Hadajo
MTOKOSIIIIEMYCSI IICHTPY MEPUCTEMBI KOPHS

4. ObecneunBaeT MOJIIPHOCTH 3apOIbIIIa

5. UctoyHnk (PUTOTOPMOHOB (B YAaCTHOCTH ayKCHHA) M APYTUX PETYISATOPOB POCTa U

pa3BUTHS
6. «3amacy KJIEeTOK Ha CiIy4ail HOBPEeKICHUS IPOIMOpHOHA
7. CunTte3 cnenuduueckux akBallOPHWHOB M IepMea3 — rayCTOpHalibHas (IMUTaTeNbHAs,
BcackiBatomiast) GyHkuus. Eciu cycrneH3op KOpOTKHii, 3apOIbIil OTCTAET B pa3BUTHH.
8. IIporpammupyemMas KJIeTouHas CMEPTh
OyHKIMS TPOJABUKEHHS CBA3aHA C PacTsDKEHHEM KIETOK. [[is 3Toro HeoO6Xxoaumo
U3MEHUTh  AJEpHO-IUIa3MEHHOE OTHOIIICHHE. Y apabugomncuca  TPOUCXOIUT
SHIOTIOJMITIONAN3ALNS SHAOCIEepMa, IUIOMIHOCTE MOXKeT nocturath 8C. MakcumanbHast
wiongHOCTh 8196C oOHapyxkeHa B ceMeHax Phaseolus coccineus. IlomTuTeHHBIE XPOMOCOMBI
B CYCIICH30p€ pacTeHHI HEe OOHAPYKEHBI.
Ecnu HapymieHa WIEHTHYHOCTh KIIETOK CYCIEH30pa, MOXET (OpMUPOBATHCS
JOTIOTHUTEIBHBIA 3apOABIII MX pa3pocIIUXcs KIETOK cycreH3opa. CyllecTByeT TeXHUKa
«cTmaceHus» dMOPHOHATBHBIX JIETAJIEH B KYJbTYpE in Vitro.

JanabHeilee pasBuTue ABYA0AbHBIX. Mopdorenes

Bo3HuKaroT 1Ba MoONIOCa KIETOYHBIX JETCHHM, KOTOphie OyayT (opMHUpOBaTh IBE
cemsamonn. [7oOysa mepexoauT Ha CTAAMIO Ceplieuka, pa3aeéHHOro Ha JoMeHbI (puc. 6.3).
[Ipomomkaercss pOCT TUITOKOTHIIS, 3aPOJIBIII TIEPEXOIUT HAa CTAIHIO TOPIEH0. Y HEKOTOPBIX
pacreHuii (Hampumep, y ¢acoiiv, apaxuca) MPOUCXOAUT Pa3BUTHE MOYCUYKU C HECKOIBKUMH
HACTOSIIIUMU JIUCThSIMHU. TakuM 0o0pa3oM, OCTaHOBKA Pa3BUTHUSI CEMEHHM B Pa3HBIX TpyIax
pacTeHuil MOXKET MPOUCXOANTD Ha Pa3HBIX dTallax.

Early globular stage
__—Cotyledans —~___

Shoot apical
meristem

Hypophysis Protoderm
SAM
Provasculature

|- Epidermis

Endodermis
- Cortex

Protoderm

Quiescent
Center

Root

L —Ground
meristem/
cortex and
epidermis

Heart stage
Columella;
of root cap

RAM
Suspensor

Torpedo stage

—— Vascular
cambium/
stele

. Quiescent
Seedling center

Puc. 6.3. Mopghoeenes y apabudoncuca
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3apoblIll JOHKEH MOIY4YUTh MO3UIUOHHYIO0 HH(POPMALIHIO B TPEX HAIIPABICHUAX:

e Ve Ha 3Tane cepiedka GopMUPYIOTCS TOMEHBI BIOJb AlMKO-0a3aIbHOM OCH.

e JlosBnenue OOKOBOro opraHa mnpexanonaraet auddepeHInpoBKy aJaKCHaTbHOM
(BHyTpeHHeH, «OpromHoi») U abakCHAIbHOW (HAPYKHOH, «CIHMHHOW») CTOPOHBI
ceMsA101. VICTOYHMKOM MO3UIIMOHHOTO CUTHANA CITYKUT Mepuctema (SAM).

e PammanpHas nuddepeHIupoBKa: TOBEPXHOCTHBIE KIETKM — OJIUAepMa, Jajee
NapeHXUMa KOpbI, CIEHUAIN3UPOBAHHBIE CJIOM KOPbl M TKaHU IIEHTPAJIbHOTO
HWIAHAPA.

Takum o00pa3oMm, Ha paHHUX O3Tanax MPOUCXOIUT YCTAaHOBJECHUE MOJSAPHOCTH
3apojpllla M TpaHMIl JOMEHOB, paguainbHass IudQepeHIupoBKa, a Takke MopdoreHes
ceMsoIeH (amaKkcranu3aius/adakcruanu3anus).

Tpancnopr aykcuHa

Ha panHuMX »Tamax MOTOK ayKCHMHA HamlpaBjieH BBepX. B panHell rno0ysie MOTOK
IepeHarnpaBiseTcs, CKOIICHHEe ayKCHHA HaONI0JaeTcs B rUnoduse, 4To CIYKUT CUTHAJIOM
JUIs 00pa3oBaHMsl KOPHEBOTO Moitoca. JlambHeWIii TpaHCIOPT HAMpaBJIeH 10 MOBEPXHOCTH
(B mpoTOIEpME), @ B TOUKAX MX CXOXKICHHUS (OPMHUPYIOTCS LIEHTPAIbHBIC KHUJIKA CEMSIO0NCH.
Jlanee MOTOK ayKCMHa BIOJb OyIymero MnpokamMOusl  HampaBisieTcs BHU3 K
OpPraHU3alMOHHOMY LIEHTPY, BO3HHMKACT LIUPKYJALHA ayKCHHA C MAaKCUMyMOM B KOPHEBOM
noroce. TpaHcnmopT aykcuHa KoHTponupyercs rpynmnoi reHoB CUC (CUP-SHAPED
COTYLEDON). 210 dakTtopsl TPaHCKPHIIIHK, TOPMO3SIIHNE TPAHCIOPT ayKCHHA. B sTom
MECTE KJIETKU HE MOTYT pacTITUBaThCA U OCTAIOTCS TOCTATOYHO MajeHbKUMU. DopMupyercs
organ boundary — MecTo mpuKperuieHus: 00KOBOTO OpraHa K CTeOo.

Maximum
auxin\

Puc. 6.4. I[lomoxu aykcuna

/loMeHHast CTPYKTYypa 3apoAbIlia

C nomotpio (aKTOPOB TPAHCKPUIILIUK IPOUCXOAUT pa3esIeHUE JOMEHOB:

e B anmkaiabHOM nomeHe cemeiictso HD-ZIP III: PHB, PHV, REV, ATHBS, ATHBI15

e B OazansHoM pomene: PLTI, PLT2, PLT3 (AINTEGUMENTA-LIKE 6), PLT4
(BABYBOOM)
JloMeHHas CTPYKTypa 3apOoJbliia U3y4eHa C IOMOILBI0 MyTalUi:

¢ HOpMa — €CThb CEMAN0JU, TUIIOKOTUIIb, KOPCHb
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e gurke — HEeT anmUKaJIbHOTO JIOMEHa (OTCYTCTBYIOT CEMSIONH, allMKallbHAs MepucTeMa
nobera). GURKE (GK) - amerunKoA-kap6okcunaza (ACC1), npoaykr — manoHmIKoA.
PASTICCINO3 (pas3) — amnenbHast ¢opma reHa gurke. A anukagbHOW YacTH y MyTaHTa
gurke obmactu sxcnpeccun reroB SHOOT MERISTEMLESS (STM), AINTEGUMENTA
(ANT) u CUP-SHAPED COTYLEDONI1 (CUCI1) cunpHO mnepekpbiBaOTCcs. DeHoTHIT
BOCCTAHABIIMBACTCS MpU JT00aBJICHHH MalloHaTa. Xwuzamodon — HUHruOuTOp aneTuinKoA-
KapOokcuiasbl. BeI3pIBaeT y AMKOro THMA HapylleHHus SMOPHOHAIBHOTO pa3BUTHs. MyTanuu
no snoHrazam >kupHbIX KHCIOT (reHbl ALE1 m FIDDLEHEAD) npuBomsiT k TOMy Xe
¢denoTumy, uto u gurke.

e fackel — wHer ueHTpampHOro J0MeHa (OTCYTCTBYET THIIOKOTHIIb, CEMSIONH
MPUKPEIVICHBI HETOCPEACTBEHHO K KOpHEBOMYy Tmoitocy). Oto C-14-creponpenykrasa,
KOHTPOJIMPYIOIIAsi YacTUYHOE BOCCTAHOBJICHHE YIJIEPOIHOro ckenera. DEeHOTUITMYecKH
noxoxue MyTaHTel cephalopod u hydra 1. MewmOpana obOeqHeHa CTEpPOMIHBIMU
COCMHEHUSIMH, HapyIIaeTcs OMOCUHTE3 OPaCCHHOCTEPOUIOB.

e bodenlos — HeT HEHTPaIBLHOTO JOMEHA. TPaHCKPUIILMOHHBIA (aKTOp U3 CeMeHCTBa
Aux/IAA.

o topless — mpu Temmeparypax okojo 16 °C Bblaensercs MOOETOBBI W KOPHEBOM
MOJIIOC, CEMSZIONU OTCYTCTBYIOT. [Ipu BBICOKHMX TeMIepaTypax y MyTaHTOB topless BO3HUKaeT
2 KOpHEBBIX IIOJIIOCA, AalMKalbHas MepUcTeMa Mmobera OTCYTCTBYeT. JTo (hakTop
peMoenuHra XpomaruHa, Koperpeccop, kommnoHeHT HDAC (ructoH-neanerniasHOro
KOMILJIEKCa).

e monopteros — HeT 6a3aTbHOrO JOMEHa (OTCYTCTBYET KOpeHb). TpaHCKpUIIIMOHHBIHN
daxTop u3 cemeiictea ARF

® gnom — HET HUKAKHUX JIOMEHOB. /IOMEHHas CTPYKTypa 3apojiblllia BOZHUKAET 3a CUET
Tpancnopta aykcuHa. I'en GNOM komupyer ADP-ribosylation factor-guanine nucleotide
exchange factor (ARF-GEF). Ilpu myranuu OnOKMpOBaHa MOABH)KHOCTh BE3UKYJ U HET
acumMeTpuyHoro pacrpenenenust PIN. @enorunuyecku noxoxue myTtantsl knolle u keule —
KoMIoHeHTHI «Docking complex» mia3mManeMMBl.

e pickle — wMepuctemMa JOCTaTOYHO paHO OTMHpAeT, a KOPEHb COXpaHsSeT
IMOpHOHANIEHBIE XapPAKTEPUCTUKNA M MOXKET pereHepupoBaTh LiEloe pacTeHue. I1o (pakTop
pEeMOETMHra XpOMaTHHA.

KyTukyna mOKpbIBaeT anuKajibHBIM JOMEH, OIpaHHMYMBACT 3apOBIII OT >KUIAKOTO
sHAocnepMa U co3aaét nuddy3nonHbI 6apbep. MyTaHT gassho (OT SMOHCKOTO «IBE MAIbMbI
BMECTE») — CEMSI0JIM YacTO CPAcTalOTCS B MECTax KOHTaKTa. JTO pEUENTOpHbIE KHHA3BI,
SKCTIPECCUPYIOTCS B CEMSIONBHBIX JIMCThiX. Jlurana — xkopotkuit mentun Twisted seed 1
(TWS1). O cynsdarupyercss MO0 THUPO3UHY, MPOIUH THUIPOKCHUIMPYETCS B HECKOJIBKUX
MOJIOKEHUAX. BaxkeH [y1st 00pa3oBaHus KYTUKYJIbI 3apOJIbIIIa, KOTOpasi MPOUCXOAUT B 2 3Tara
(puc. 6.5).
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Surveilance of cuticle integrity in the embryo

E ALEl: cepuHOBan
E; Abnormal leaf  nporeunasa snpocnepma ABA
g’. shape 1 (ALE1) ; KyTUKyna |
npoH1uaema
=]
< ALE1 AARK. ALE]
@ e <
m 1 BEW inuous cuticle
= ) Twisted seed 1 1)/ - o~
-g u | cynsdatuposaHue v E
E_ TWS L ~
o GSO AR W GSO
~ 0) A 33poabILY ~ TPaHCKPUNLMK
*-» cuticle synthesis Semmmme—— » dormancy
GASSHO (GSO) - pyHKUmMHK "BO3gYWIHOrO" CeMAZ0NN U TMNOKOTUAb:

anuaepmumca (LRR-RLK peuentop-nogobHan kMHasa) nnacTMgbl roTOBATCA K GOTOCHMHTESY

Promotion of cuticle sealing during germination

Peptide containing

E
E sulfatated tyrosine 1 ABA ABA
Q. (Psv1) | ﬂ | cytosol
3 7 ]
= Y CIF2 wall
T} . e z a—
asparian strip
PSY1 integrity factor 2 —}

CIF2)

" sealed cuticle
= et

g N‘ * YN/I0THEHWE KYTUKYAbI
). ’ !

@ PSYIr  GSO ABls

~

‘> cuticle modification
Puc. 6.5. @opmuposanue kymuxynol

Pamnanbnas nuddepennuposka. Pazsurue cemsigoJiei

Y wmyrantoB raspberry HapymeHa paguanbHas —auddepermupoBka.  OHu
XapaKTePU3YIOTCSl KPYMHBIMA BaKyOJIHM3HPOBAHHBIMU KJIETKAMH, KOTOPBIC 3aMEIaroT
POTOACPMY U MMAPCHXHUMY.

Krnetku moxosiimerocst eHTpa AENSATCS OYeHb PEAKO — OHU 3aMEIA0T YTpauycHHBIC
MEpHUCTEMaTUYeCKUe KIeTKH. VHUIUaNnM [EeHTPaIbHOTO NUIMHAPA, KOPBI, PU30JEPMBI U
KOPHEBOT'O YEXJIMKA JIEISATCS B OMPECIEHHBIX HAIPABJICHUSX W B JUKOM THUIE 00pa3yloT
KOPHEBOU YEXJIHK, JMHUJEPMHUC, 2 CIOS KJIETOK KOpPBI, KICTKH MEPUIMKIA W IEHTPAILHOTO
nuauHApa (puc. 6.6).
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wol (wooden-leg) — pernenTtop IUTOKMHWHA B KOPHEBOW dYacTH. Y MyTaHTa HE
MPOUCXOIUT UHIYKIHS Pa3BUTHSI (PIIOIMBI.

scr (scarecrow) — TpaHCKpHUMNITMOHHBIA (akTop m3 cemeiictBa GRAS. ¥ myranTa
HapylIeH T'e0TPONU3M MoOera, BOSHUKAIOT KJIETKH C MPOMEXYTOUYHBIMH XapaKTePUCTHUKAMU
HNapeHXUMBI KOPbI U SHJI0JIEPMBI.

shr (short-root) — TpanckpumnuonHsii gakrop u3 cemericrBa GRAS. ¥ myranTta He

3aKJIabIBACTCA SHAO0ACPMA, €CTh TOJIBKO KJIICTKU MaAPCHXHUMbI
stele cell file

B \ endodermal cell file
comcalloell file

xylem

wild type
= cortex/endedermis initial (Cel) [l quiescent center (QC)
and its daughter (Ceid) B pericycle and its nitiad | stele
E f':'delnmsl(Ep')(LHC) [ vasculature and its initial | (Ste)
ateral root cap dodemis (End!
W epidermis /lateral foot cap Initial E s?:nex?gnors)( . ]ground tesue
& columella (Col) and its initial
|
xylem
\
cortex/endodermal initial
—>
scarecrow (SCf) ShOﬂ-rOOt (Shf) WOOdGn-/eg (WO/) akTuBauWa TpaHcKpunuum

Puc. 6.6. Cmpoenue xopusa apabudoncuca y mymanmos u ouxozo muna. Tpancnopm SHR

benox SHR u3 nieHTpasibHOTO MMJIMHJpA MO IJIa3MOJIeCMaM TMepEMEIIaeTCsl B KIETKY
Oyay1iel HI0AepMBI, POHUKAET B AApo U akTuBHpyeT (gaktop SCR. Ilox neiictBuem SCR
IUIa3MOJIECMBl  MEXJy SHAOAEPMON M KOPTUKAJIBHBIMHU KJIETKAMU KOPOBOH MapeHXHMBbI
nepekpeiBatoTcss (puc. 6.6). Dxrommueckas 3kcmpeccus SHR B kieTkax sHIoIepMbl
IPUBOJUT K YBEJIMUEHUIO YUCIIA UX CIOEB.

Cucrema B3aumopeiictBusi romosioroB  SHR wu  SCR  wucnome3yercs  miis
b depeHIIMPOBKY KIIETOK OOKJIAQJAKU COCYAMCTOrO My4ykKa, SHAOAEPMBbI U KPaXMaJIOHOCHOTO
BJIArJIAILA.

MyTaHTbl ¢ HapylmeHHbIMH mosckamu Kacmapu OCOOEHHO YYBCTBUTENBHBI K
NeQUINUTY KaJHsl, a TAKKE II0XO0 MEPEHOCAT U30BITOK XKele3a.

Muxpo PHK — penpeccopsl paboTh! orpe1eIEHHBIX TeHOB:

e miR164 orpannumBaer skcrnpeccuio CUC1 (koppenupyer ¢ aKkTUBHOCTHIO TEHOB
WUS). B uentpe MepucteMsl He OyI€T IpaHUL] MKy OPraHOM M CTeOIeM.
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e miR165/166  orpannumMBaeT  SKCHOPECCHI0  TPAHCKPHUIMIIMOHHBIX  (DaKTOPOB
Homeodomain-Leucine zipper (HD-ZIP), Mmapkupyronmx BepxXHHA JOMEH.

BBM ¢axkrtop Tpanckpunuuu. LAFL-rensl

I'oTTn6 XabepaaHa NoCTyIMPOBa TOTHNOTEHTHOCTh PACTUTENIBHBIX KIETOK: JTH00as
KJIeTKa MOXET JaTh Lenablii opraHusM. Ilpu Tpancdopmanum BaXHO MOJY4YUTH IIEJI0€
pacteHue M3 TpaHCOPMHPOBAHHOW KieTkH. He g Bcex pacTeHuMi ynanoch moao0paTth
ycnoBus Uil pereHepauuu. IlpoOiemHble pacTeHUs: OJHOIOJBHBIC, TOJIOCEMEHHBIE,
JBYJ0JIbHBIE (0COOEHHO C aKTUBHBIM BTOPUYHBIM META0OIM3MOM). Y HUX K pEreHepaluu U3
OJTHOW KJIETKH CIIOCOOHBI TOJIBKO OUYEHb pAaHHHUE TKaHH.

I[Ipu Temneparypax Bblie +25°C mbUIBLIEBBIE 3€pHA pamnca MNEpexomsT K
smOpuorenesy. [Ipu sTom moseimaercs Tpanckpumnus reHa BABYBOOM (BBM), kotopsiit
aKTHUBUPYET COMATHYECKUU aMOpuoreHes. [ 'unepakcnpeccus (axropa Tpanckpumnimun BBM
IPUBOAUT K HApyIIEHUAM pa3BUTHA. UTOOBI 3TOro n30exarb, NPUMEHSIOT UHAYLHOEIbHbIE
cucreMbl. TpaH3uenTHas »dkcnpeccus BBM  npuBoIuT K pasBUTHIO  ITOJHOLICHHBIX
COMAaTHUYECKUX HIMOPHOHOB 0€3 reHHO-MHKEHEPHON BCTABKH.

Jns  yBenuueHuss  SPGEKTUBHOCTH  TOJIYYEHUS  TPAHCTCHHBIX  PAaCTCHUMU
pa3pabaTbIBalOTCSI TPOTOKOJIBI, TOBBIMIAIOIIAE PEreHEepaIfio y «HEMOJATIUBBIX» BHUI0B
pacrenuii (KykKypys3a, Tabak, Kakao, si0JI0HsI, CIAAKUN Tepel U T.11.).

BBM s3amyckaer kackanm LAFL-reHoB. DT0 (akTopsl TPaHCKPHUIIIAH, KOTOPHIC B
HOpMeE yNpaBJIAi0T YMOPHOHAIBHBIM Pa3BUTHEM:

e LEC1 (LEAFY COTYLEDONI) — y MyTaHTOB Ha CEMSIOJBHBIX JIMCTHIX
HOSIBJIIIOTCS. BOJIOCKU (TPUXOMBI), a TAKXK€ HapyIIAIOTCs MPOLECCHI TOKOS 3apOblIia
U HaKOIUICHUS IUTATEIbHBIX BEILECTB. 3apOJBII IUIOXO XPAHWUTCA, CTAHOBUTCS
HEYCTONYMB K BBICBIXaHUIO.

e ABI3 (ABSCISIC ACID INSENSITIVE3). V kykypy3st VP1 (VIVIPAROUSI) —y
MYTaHTOB 3apoOfblll IpopacTaeT 0e3 mepuoja TIOKOS HEMOCPEICTBEHHO Ha
MaTEpPUHCKOM OpraHu3Me. MyTaHTHBIE 3apOJBILN MOXHO CIIAcaTh, BBICA)KHBAs B
TPYHT, HO MOJIy4YEHHBIC PACTEHHMS HEYCTOMYMBBI K 3acyxe. Bcex myrantoB ABI3,
kpome VP1, moxHO neuntbh, no0aBisst abcum3oByro kuciaoty. VP1 orBeuaer 3a
TpaHcaykiuto curnana ot ABK u cuHTe3 aHTOLMaHOoB.

e FUS3 (FUSCA3) — y MyTaHTOB HapylLIeH IIpOLIECC HAKOIUIEHUS IUTAaTEIbHBIX
BEIIECTB, U3-32 YEro IPH IOJCBIXaHUM CEMEHHas KOXKypa CMOpIIMBaeTcsa. TEMHO-
Oypasi ceMEeHHasi KO)Kypa Y MyTaHTOB CBsI3aHa C HapyIIeHneM OMocHHTe3a (PeHONbHBIX
coequHenuil. Kak u y LEC1, y MyTaHTOB Ha CEMSIIOJIBHBIX JIMCTHSX IOSBISAIOTCS
TPUXOMBI.

e LEC2 (LEAFY COTYLEDON2) — mpu rumep3Kcrpeccuu Oosiee BbIpakeHHas
nponudeparuBHas akTUBHOCTH 10 cpaBHeHUI0 ¢ LEC1. Ero yacTo ucnonb3yoT 4To0b!
MOBBICUTH YMOPHOT€HHBIN TOTEHIIAA
Ha ¢one myrauuit no LAFL runepskcnpeccust BBM He s dexTuBHa.
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LAFL-rens 3aHUMalOT MEHTPATLHOE MECTO B PETYJIATOPHBIX Kackaaax (puc. 6.7).

Embryogenic transition Seed maturation Vegetative transition
AGO1 |miRNA 166 i
—’ :
miRNA 156 | — e re] @ '

'

R
®

LAFL ‘7

!
A .

Fatty Acid TAG Seed
Synthesis and Synthesis Storage
Modification and Storage Proteins
b e m e m i m o : [N t

Puc. 6.7. Cospesanue cemenu: LAFL-2envt
CemeHHasi KOKypa

CemeHHass KOXXypa BO3HHKAeT W3 TKaHEH MAaTEpUHCKOTrO pacTeHus. Y MHOTHX
pacTeHuil oHa UMeeT TEMHYIO OKpPacKy, KOTOpas BO3HHMKAET M3-32 OKHCICHHS (PEHOJBHBIX
COCAMHEHUI — MPOAHTOIMAHUANHOB. DTO 3aIIUIIAET MpOpacTaroliee pacTeHHue OT TpudoB U
natoreHHbx Oaktepuii. [Tomyuenst mytantel TT (TRANSPATENT TESTA) ¢ Hapymennem
HAKOIJICHUS OKpAIlIeHHBIX BEIIECTB B CEMEHHOH KOXype, B pe3ylbTaTe uYero OHa
okassiBaetcs npo3padHoid. TTG (TRANSPARENT TESTA GLABRA) — myTadT ¢ 1BOWHBIM
BbIpaxkeHHeM. [loMHMMO TIpO3payHON CEMEHHOW KOXKYpbl Yy HEro €m€ M HET BOJOCKOB B
HAaJ36MHOHU 4acCTH.

YroObl ceMeHHast KOXypa MpoKpacuiach, He00X0aAuMo cobparb komIuieke uz WD40
O0enka u AByX (akropoB TpaHckpunuuu u3 cemeiictrea bHLH u MYB. On 3amyckaer
KOMIIJIEKC TPOLIECCOB:

® CHHTE3 POAHTOIMAHUJINHOB

e (QopMHpOBaHUE CIM3UCTBIX KJIETOK CEMEHHOM KOXYpbl (3alIUTa OT BBICHIXaHHUS H
MaTOT€HOB)

e Ttpancnopt B Bakyoss TT12 — Vacuolar H+/Flavonoid antiporter

e 3axucienue Bakyonu (P3a-H-ATdaza)
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Jlekuust 7. ®yHKIMOHMPOBAHUE ANMUKAJIbHBIX MEPUCTEM

Mepucrema nodera npopocTka

Pa3Butue MeprcTeMbl 3apoblilia CEMEHU apabuorcuca:
0 pHeil:  ManeHbKas IJIOocKas mepucrema u3 2-4 cio€s kietok. Beero okono 110 knerok,
HET 30HUpPOBaHUS

2 nHs: BO3HUKAIOT IPUMOPJUH HACTOSIIUX JUcTheB. OKkoio 130 kimeTok
4 nHs: YIUIONIEHWE NPUMOPIHUEB, MOSABJICHUE MNPWIMNCTHUKOB W TpuxoM. Oxono 150
KJIETOK

5-6 nenb: TpanenueBuaHAS MepucTeMa. ACHUHXpPOHHAs M AaCUMMETpHYHAas 3aKiajka
npumopaueB 3 u 4. Okoiso 170 kieToxk.

7 nHeil:  OPWIMCTHUKU | W 2 OTMHpaIOT, BO3HUKAIOT npumopauu 5, 6 u 7. Mepucrema
BBITTyKJIasl, MPUOOpeTaeT CBOM OKOHYATeNnbHBIM Bu. [lomHas muddepenmmpoBka
Ha cJou (TyHHKa, OpPTraHU3alMOHHBIN LEHTP MEPUCTEMBI, MHHUIIMATU KOPITYCa).
Oxomno 450 kieToxk.

Bo3nukHOBeHHE TpeTbero Jucra Ha S5-6 J€Hb CIABUHYTO BIOPaBO WJIM BIJIEBO
OTHOCHUTEJIbHO MEpPHUCTEMBI, 4YTO OIpeAesseT JalibHeillllee HampaBlIeHUE CIUPATBLHOTO
JUCTOpAcToNoOKeHUs. Y apalujorcuca 53TO HampaBieHHE ONpeNeNseTcs CilydailHbIM
o0pa3oMm, M 3TOT NIpHU3HAK He IMepenaércs Mo HaciueAcTBy. Ho cyliecTByrOT BUIBI €O
CTaOUIIbHBIM HaIPaBJIEHUEM CIIHPATbHOCTH.

FOREVER YOUNG (FEY) — NAD-3aBucumas OKCHUIOpPEIyKTa3a, KOHTPOIUPYET
oOpa3oBaHue akTUBHBIX (opm kucinopona. Ilpu e€ moBpexaeHHH MepucTeMa HE MOXKET
NepeiTH B BBIITYKJIOE COCTOSIHUE U MPOAOIDKAeT ObITh MJIOCKOM. Bech Marepuan pacxomyercs
Ha (OPMUPOBAHNE MAIICHBKUX JICTHEB, PACIIONIOKEHHBIX B CITy4YalfHOM MOPSIJIKE.

disrupted (dip) — HapylieHO 30HUPOBAHHE MEPUCTEMBI (HET YETKOTO pa3fieiieHUsl Ha
ciou, He oOpa3yeTrcs OpraHW3allMOHHBIN IEHTP MepucTeMbl). JIUCThS dYacTo TepsIoT
JOP3UBEHTPAIBHOCTh, TO €CTh TPUXOMBI M YCThUIIAa MOTYT pacHojiaratbCs Kak Ha BEpXHEH,
TaK U Ha HIDKHEH CTOpOHE JincTa. Marepuai MEpUCTEMbI pacXOAyeTCsl Ha JTUCThSI.

schizoid (shz) — ormupanue rib-30HBI MEPHCTEMBI, BO30OHOBJICHUE W3 TMa3yITHBIX
nmovek. B pe3ynbpTaTe BO3HUKAET MHOTO OOKOBBIX TOYEK POCTa BMECTO OJHOM IIEHTPATILHOM.

rootmeristemless 1 (rml 1) — xoaupyeT Y-TayTamMuILUCTeMHCUHTa3y. HapyiieHo
pa3BuTHe MOCTIMOpHOHANBEHOTO KOpHA. EcTh a¢dext Ha mobere: apect passutus KAM.
MOXHO  «cmacTh» TOTOBBIM  TJIyTaTHOHOM WM  BBI3BIBATH ~ MHTUOUTOpOM  L-
OyTHOHUHCYIb()OKCUUMHHOM.

bypass 1 (bps 1) — xonupyeT MOABWKHBIN CUTHAT HeU3BeCTHOM mpupoabl. [loctymaer
U3 KOpHA. Y MyTaHToB — apecT pa3Butus I[[AM. CHuxeHbl OTBETHl Ha IUTOKWUHUH.
Heratusno perymupyercs renom WUS. [loxoxke mo dpeHorumy Ha rml I, HO HE «crlacaeTcs
[JIyTaTHOHOM.

fully fasciated (fuf) — nenToBunHas dacruaius ¢ HapyuieHHeM (QrIoTakcuca.
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fasciated (fas) — daxtop coopku xpomaruna (Chromatin assembly factor). JleiicTByer
yepe3 WUS. Ilpu noBpexaeHun npoucxoauT apect pa3putus [IAM, mepucteMa yBelndeHa B
pa3Mepax, HapylIeHo e€ 30HUPOBaHHUE.

dakTopsl peMoJieTHTa XpoMaTuHa U3 cemerictBa PolyComb perynupyroT mepexon K
BET€TaTUBHOMY POCTY HJIH K I[BETEHUIO:

EMBRYONIC FLOWER2 (EMF2) — mocie ceMsIONbHBIX JINCTHEB MEpHCTEMa
dbopMUpyeT HE BETEeTATHBHYIO YacTh, & [IBETOK (YAIICTMCTUKHU U JIETIECTKH). B HOpMe TeHbI
Pa3BHUTHS IBETKA JTOJKHBI OBITH PEIIPECCUPOBAHBI.

CURLY LEAF (CLF)

FERTILIZATION- INDEPENDENT ENDOSPERM (FIE);

MULTICOPY SUPPRESSOR OF IRA1 (MSI1) — ren apoxokeit

Moaenuposanue npu nomomu L-cucrem

3ajaroTcs mpaBuia JAeJCHUs U 3aMEeHBI KIeToK (puc. 7.1):

a. HUTYAThIE BOJOPOCTH, MPOTOHEMA MXOB, HadallbHbIE CTAIUHM MPOPACTAHHS CIIOP,
CYCIIEH30p CEMEHHBIX pacTeHUH (CO3JaHUE POBHOTO Psia KJIETOK)

b. nMCcT MXOB, paHHHE ATaIlbl POPMHUPOBAHUS 3aPOCTKA (CO3/IAHUE TITIOCKOCTH)

c. [TAM y cniopoBbIX pacTeHuii (co3aanue o0bEMa)

Puc. 7.1. Mooenuposarnue mopgpocenemuueckux npoyeccos npu nomowu L-cucmem

Knerkn penarcs, HOpoXAArOT Ipyr JApyra, HAclIeAyOT KJIETOYHbIE TIpaHULBl U
JOPAIMBAIOT HOBBIC. YTONILEHHBIE HE PACTYLIUE MEXKIETOYHbIE CTEHKM WIParoT
pEIIAIONIYIO POJib B 00pa3oBaHUH (JOPMBI U pa3MEPOB KIETOYHOTO IIACTA.

AHaToMu4ecKUid 1 GU3NO0JIOTHIECKUH MOAXO0/

VY ronoceMeHHbBIX PACTCHUI MPOUCXOIUT SBOJIOLMOHHBINA apoMOp(O3 — BMECTO OJHOU
anuKaJbHOW KJeTku (puc. 7.2 a, b) Bo3HMKaeT rpymnmna kieTok (puc. 7.2, ¢). OHu nensrcs,
JAIOT TPOM3BOAHBIE BIrayOb Tena pacTeHus (Koprmyc) U BOOK (MaHTHS). DnuaepMaibHbIC
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KJICTKH JCTATCS YIOPSAOYEHHO, a KIIETKH BTOPOTO CIIOS YK€ MOTYT JEIUTHCS B IMOTIEPEUHOM
HarmpaBieHuu (puc. 7.2 d). B ornuume oT crmopoBBIX, €ClIM MOTHOHET OJHa WHHIMATbHAs
KJIeTKa, TO €€ (YHKIMUU BO3BMYT Ha ceOs OKpYKAIONIMe KJIETKH M MEPUCTEMa JOCTaTOYHO
OBICTPO BOCCTAaHOBHUTCS. Y IIBETKOBBIX PACTCHUH KIETKH Jexkar ciosimu (puc. 7.2 e, f).
BwmecTo manTnu 31C€Chb BO3BHUKACT TYHHKA.

; b
c d
T e
_ "" >N
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Puc. 7.2. Cxemvl OeneHus UHUYUATbHBIX KIEMOK N00e20801 anUKAIbHOU MepUcnembl

VY OIHOAONBHBIX MEPUCTEMA CEKTOPAJIBHOTO CTPOCHUS, MOKHO OTCIIEAUTH TTOTOMKOB
OJIHOM TpyMIbl KJIETOK. Y IBYAOJBHBIX MEPHCTEMa MOXET OBbITh C1a00 30HUPOBAHA, TOTNa B
HEel HeT BBIPAXKCHHBIX ()YHKIIMOHAJIBHBIX IOMEHOB (Hanmpumep, y Xanthium). Y Aesculus xe B
LEHTPE BOKPYT OPraHU3AIIIOHHOTO IIEHTpa HaXoAsTcs caabo BaKyOJM3UpPOBaHHBIE KIETKU C
IUIOTHBIM coepXkUMbIM. B mepudeprueckoii 30He BaKyoJM3alMsl HApacTaeT, poCT KIIETOK
ycunuBaercs. M3 nuHuImanei kopimyca BO3HUKAeT MEAYJUISIpHAst 30Ha MEPUCTEMBI.

VY apabujoricuca KJI€TOK MeHbIIe. BepXyIlKy NOKpBIBalOT HECKOJIBKO CIIOEB KIIETOK,
KOTOpbIE HAa3bIBAIOT TYHUKOH, 1101 HUMH — HE TaK CTPOTO OPUEHTHUPOBAHHBIEC KJIETKH KOPITyCa.
[epserit (L1) u BTOpoi#t (L2) cnon TyHUKHM BBIAENAIOTCS Xopomo, TpeTuit (L3) Beigensercs He
BCEr/a, Tak Kak B HEM YK€ MOTYT IIPOUCXOJUThH HEYOPSAIOUEHHBIE JeJICHUS.

B wMepucreme BbIACNAIOT (QYHKIMOHANbHBIE CHMIUIACTUYECKHE JIOMEHBI —
[EHTPATbHYIO U miepudepruueckyro 30861 (puc. 7.3). B nmpenenax oaHOM 30HBI MJIa3MOECMBI
OTKPBITHI, @ MEXAY 3TUMHU 30HaMHU — 3aKPbIThl, TO €CTh OHH HE OOMEHUBAIOTCS CUTHAIbHBIMU
BerecTBaMH. YTOOB! MONOIHUTH MEPUPEPUIECKYIO 30HY, B KAKOW-TO MOMEHT ILIa3MOAECMBI
OTKPBIBAIOTCS, MOSBIISIETCS TI0JI€ CUMIUIACTHYECKOTO JOMEHA, KOTOPOE BPEMEHHO 00beTUHSET
KJIETKH Nepu(epruuecKoil U EHTPAIbHON 30HBI. A TOCIIE BBIX0/1a KJIETOK B epu(pepuIecKyIo
30HY, TUIa3MO/IECMBI CHOBA 3aKpBIBaIOTCA. biiaroaps 3ToMy B paCTeHUH €CTh 3aIac KJIETOK, K
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KOTOPBIM HE MOTYT J00paTbCs BHUPYCHl (OOJNBIIMHCTBO M3 HHUX IEPEMENIAloTCsS TI0
wiasmMosiecMam). MeToa KyJbTYpbl alMKAJbLHBIX MepucTeM (MEXaHHYECKOE BbIAENICHUE
LHEHTpaJbHOW 4YacTH M Tepecagka e€ Ha cpely) MOMOraeT O3/J0paBlIUBATh PACTEHUS OT
BHPYCOB.

Opraamzannonssiii neHTp (OC) KOHTpOIMPYET pa3BUTHE MEPUCTEMBI, €T0 KIETKU
JIEeNATCs  OYeHb MEIJICHHO. Eciu  Kakue-T0  KIETKH  MEPHUCTEMbl  MOBPEXKIICHBI,
OpraHU3aIlMOHHBIA LIEHTP MOXET MONOJHUTH uX 3amac. LlenTpanbnas 30na (CZ) — 310
HenuGEepeHIIMPOBAHHBIE PEIKO JeNsiuecs KiIeTku TyHuku. Jlodepuue kietku CZ
coctaBisitoT mepudepuyeckyw 30Hy (PZ). Onu nenstcss B pa3HbIX HaNpaBlIEHUAX C
HEIMOCTOSIHHOM CKOPOCTBIO, a Takke CrocoOHbI K nuddepennupoBke. Pud-3ona (RZ) — sto
30Ha 3aKiaJKU MPOBOAsAIIEH cucTeMbl (MeayiuisipHas 3oHa). EE cocrtaBnsioT pacrymue u
JeNIMecs KJIETKH KOpIyca Ha pa3HbIX cTaausax JuddepeHInpOBKY.

/Leaf primordium

Shoot
apical
meristem

\__—— L, — Generates
epidermis

A2 —1L,3 Generate

\\ internal

’ \\ R
/ I/ \ \\ \ — T L3 tlSSUES
’ \

Peripheral Central Rib Peripheral
zone zone zone zone

Puc. 7.3. Cmpoenue anuxanbHotl mepucmemvl 8e2emamusrHoco nobeza y 08y001bHblX

Mexanuyeckue cBoiicrBa mepucrem. KNOX-renbt

MexaHn4ecKre CBOMCTBA MEPHUCTEMATHYECKUX TKAHEW HCCIEAYIOT TMPU TMOMOIIU
KAaHTWIEBEpPA HAa OCHOBE TOr0, KaK KIETKM pPEAarupyrT Ha BO3JEHCTBHE YacCTUL-30HIOB
paszHoro pasmepa. Takoe «OLIyNbIBAHUE) MEPUCTEMBI ITIOKA3BIBAET, YTO TIOBEPXHOCTHBIN CIIOU
paBHOMEpEH MO MeXaHWYeCKUM cBoicTBam. Ho B cyOsmuaepManbHBIX CIIOSX B 00JacTw
WHULHUALMKA TPUMOPAUS JUCTA MPOUCXOAUT YMEHBIICHHE KECTKOCTH. DTO COMPOBOKAACTCS
HEOJTHOPOJHOCTBIO pabOThl reHoMa — mpekpamaiT padorate KNOX-reHbl, B TOM 4HCIe
SHOOT MERISTEMLESS (STM). B nucrte o4eHbp Ba)XHO MPEKPATUTh HEOPTAHM30BAHHYIO
npoiudepalnio, B IPOTUBHOM CiIydae MOJY4YaeTcsl M3PE3aHHbIN JHCT C MHOTOYMCICHHBIMU
ouaramu pocta (mytamus knotted 1 B nucte Kykypy3bl U cBepxdkcnpeccus KNOX reHoB B
JUCTBAX apabuoncuca u Tabaka).

Cymectyet 2 kimacca: KNOX I (momgnepxanue mepuctembl) 1 KNOX II, a taxxke
poacrBenHsble reHbl Kiacca BELL. Ha panHux 3tamnax 3BOIIOLHMA OHU KOHTPOJIMPOBAIU LIUKII
pa3BUTHSA IaMET U 3UTOT. Y XJIAMUIOMOHAbI, HAIPUMED, B raMmeTax ogHoro nosa 3to BELL,
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a gapyroro — KNOX, cCOOTBETCTBEHHO B 3HWTOT€ OHHM pabOTAIOT COBMECTHO. Y MXOB
nmporpamMma pasBuTHs AUILUIONIHOTO criopoduTa koHTposmpyeTcss BELL u KNOX I, a BELL
u KNOX [II HerarmBHO peryJmpyloT MporpamMMy pa3BUTHS TameTodurta. Y
cnoxknoopranu3zoBadHbeix pacteHnid BELL m KNOX [ 3anummatorcs mponudepanuein u
nojiep>kaHueM paboThl 1 MEPUCTEMBI, @ Pa3BUTHEM JINCTHEB U TUPPEPEHITUPOBKON TKaHEH -
BELL u KNOX II.

®

Meristem

Tissue maintenance

proliferation

Tissue
) differentiation
| Zygote
AT @\‘\ Jprogram

\\ 0 4 BELL 13 BELL

Gametophyte
program

' 3 KNOX1 4 KNOX1

2 KNOX2 4 KNOX2
1 BELL
o 1 KNOX1
W 1 BELL 1 KNOX2

1 KNOX
Puc. 7.4. @ynxyuonanvnas cneyuanruzayus cenos BELL u KNOX

Knerounsle geneHuss y BBICIIMX PAacTEHUl KOHTPOJUPYIOTCS AayKCHHAMHU U
OUTOKMHUHaMH. B mo0oit  MepuctemMe  LUUTOKMHUHBI  TPOU3BOASTCS B BHJE
n3onenTeHmwnaaenuta (iP) u ucrmonb3yrores ms perynsnun Ha mecte. KNOX-rensl kiacca |
(STM, KNATI, KNAT6) «BKJIIOYAIOT» T€HbI U30MeHTeHUITpaHcdepasbl (/PT), 4To MPUBOAUT
K CHHTE3Y LHUTOKMHUHOB. TaM, T/e ST TCeHBl BBIKIIOYCHBI, ITUTOKUHHHOB CTAHOBUTCS
MEHbIIIE, KJIETKH MEPEKIIOYaloTCsl ¢ MPOrpaMMbl ACJCHHUS M MPUCTYNAIOT K PACTKEHHIO.
STM wu3 cemeiictea KNOX Boikmtouaer rensl AS1 u AS2, koTopble paboTaloT B JIMCTHIX
(puc. 7.5). IToaToMy B IIEHTpEe MEPUCTEMBI HUKOT'1a HE BO3HUKAIOT HOBBIE JIUCThSL.

Taxke KNOX | HeraTuBHO peryJHMpyIOT CHHTE3 THOOEpPE/UIMHOB: BBIKIIOYAIOT
GA20ox (oTrBewaeT 3a OWOCHHTE3 THOOEpEUIMHOB) W aKTUBUPYIOT GA20x (mepeBOAUT
ru00epe/uIMHBl B HEAaKTUBHOE COCTOsHHME). Ha Mecte Oymymero npuMopaus JucTa
ckaruBaeTcsi aykcuH (IAA), 9TO CIyKUT TPUTTEPOM IJisi TEHOB AS, KOTOpBIE BBIKIIOYAIOT
KNOX (puc. 7.5). Oto Benér k aktuBanuu GA20ox u cuHTe3dy TuOOepemmnHoB (GA),
KOTOpBIE NMPe00Iaat0T B JINCTHSIX.
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Primordium

STM
l DET1, COP1

GAY"~--- - - :Cy.tqki\nin’s/

-7 " KNAT1, KNAT2, ~__ "

KNOX proteins - >
o &j“‘AMPK\

Ethylene
Primordium

Puc. 7.5. KNOX-2envi u 20pmMoHaIbHBIL KOHMPOIb

I'ennl cemeiictBa WOX. KopoTkue nentuabl ¥ UX penenTopbl

WUS-60kc KOAUpyeT roMeoJOMEH, KOTOPBII MOXKET pacnojaraTbcs B pa3HbIX YacTsX
KoAupytoliei obmactu. Y apadbumorncuca ooHapyxkeHo 15 reHoB u3 cemeiicta WUS-related
homeobox (WOX).

Tpu knaapr:

e npesHss kiaga: WOXI10, 13, 14 (3enénbie BOIOPOCTH, MXH, TATTOPOTHUKH )
e mnpomexyTtouHas kinana: WOXS, 9, 11, 12 (ronocemeHHBIC)
e coBpemenHas kinana: WOX1-7, WUS (11BeTkoBEbIC)

VY apabupornicuca B HOopMe WUS »sKcmpeccupyercss B OpraHU3allMOHHOM IIEHTPE
MepucTeMbl. Ero akTHBHOCTH Ba)kHa JJIsi HU3KOM mposmdepanuu 3TUX KIeTOK. B ciaydae
dacrmanyu (y mytantoB c/v3) WUS skcnpeccupyercs o BceMy 00bEMY MEPUCTEMBI, KpOME
MOBEPXHOCTHBIX CJIOEB KJIETOK, IPU 3TOM pa3Mep MEPUCTEMbI YBEIUYEH. JTO O3HAYaeT, YTO
st skenpeccun WUS BaskeH mo3uIMoOHHBIN curHai. [Ipu runepskcnpeccun no reny CLV3
WUS ne Bkirovaercsi, MEpUcTEMa YMEHBIIEHA U PAHO OTMUPAET.

Bo3Hukaer peryiasiTOpHbIi KOHTYpP, B KOTOPOM KJIIETKH ¢1osi L1 mpou3BoasST KOpOTKUH
nentug CLV3, koropsiii Bocnpunumaetcs penenropamu CLV1 u CLV2. Oto penpeccupyer
red WUS, KOTOpBI MONOXKHUTENBHO perynupyer akTuBHOCTh TeHa CLAVATA3. Ilomumo
CLV3 ecTb U Ipyrue KOPOTKUE MENTUIBI.

Hcxonno npoaykt 6enka CLV3 oOpasyeTcst Kak O4YeHb KPYIHBIN Ipe-POMENTH.
(puc. 5.3). Ilocme TpaHCKPHUIILMU CUTHAIbHAS IOCIEA0BATEIBHOCTh MPE-IPOMENTHAA
pacuierisieTcss B 9HJOIUIA3MAaTHYECKOM pPETUKYyJIyMme, oOpasys mpomnentu. B ammapare
lonpmxy mpomenTuj MOABEPracTCS AaMHUHOKHCIOTHBIM MOAHQUKAIUIM (0003HAYCHBI
3BE3/IOUKAaMU Ha pHUC. 5.3): THApPOKCUIWpOBaHHE (OOBIYHO TPOJIMHA), TIIMKO3UINPOBAHUE
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(manmpumep, apabuHO30i1), cynabdarupoBanue. [IpomenTua cekpeTupyeTcs B amoIviacT, TJe
AKTHUBHBIN MENTH]] BBICBOOOXKAAETCSA MYyTEM JalIbHEHUIIIETro MPOTEOIH3a.

I'en CLV3 He akthBeH B SMOpHOHAIBbHOW MepucTeme. OH SKCIpeccupyercs B
CTBOJIOBBIX KJIeTKax, a CLVI u 2 — B 6omnee TiyO0oKkux ciosx (taMm xe, rae u WUS).

LRR RLK (Leucine-Rich Repeat Receptor-Like Kinases) — 310 perientopsl KOpOTKUX
nentuoB. OHU  UMEIOT  SKCTPAKJIETOYHBIH  JIEWIMH-OOOTAIIEHHBIA  MPOTSKEHHBINA
ruipooOHBINH TOMEH, a TaKXKe TpPaHCMEMOpaHHBIH W KMHA3HBIM JOMeHbl. Y apabujoricuca
sta ¢Gynkuus 3axybmupoBana: CLV1, BAM3, BAM2 u BAMI wMoryr co3naBaTh
peLenTopHble KOMITJIEKCHI, KOTOpBIE Oy1yT BOCIpUHUMATh KopoTkuid nentug CLV3.

PazButne SAM perynupyercsi o TUITY OTpHUIATeIbHOW 0oOpaTHOU cBsi3u (puc. 7.6).
WUSCHEL (WUS) — komupyetr TpaHc(}akTOp ¢ TOMEOJOMEHOM, aKTUBH3UPYET JEJICHUE
kietok SAM. CLAVATA (CLV) 1,2,3 — ¢dyukmuonanpHo cBsizanHbie TeHbl. CLV1 — LRR
kuHaza, CLV2 — LRR-6enok, CLV3 — nebonsmmoii (11 kDa) BomopactBopumsiii 6enok. KAPP
— ¢ocaraza.

OUTSIDE OF CELL 2. The binding of the CLV3 3. Phosphorylated CLV1 binds to
multimer to the extracellular the downstream effector
domain of the CLV1/CLV2 molecules: kinase-associated
heterodimer induces protein phosphatase (KAPP) and
autophosphorylation of the rho-GTPase (ROP).

cytoplasmic domain of CLV1.

ATP
Plasma
membr.‘;\me 2: —_— —
\
\
CLv2
CLv1
4. KAPP is a
CLV1/CLV2 negative
heterodimer regulator of
CLV1.
CLV3 < Wwus | MAPKs?
5. ROP may act through a
1. WUS gene expression mitogen-activated protein kinase
promotgs the efpression (MAPK) cascade to repress WUS
of the CLV3 gene gene expression, forming a
' negative feedback loop.
CYTOPLASM

Puc. 7.6. Cuenanvnoiii kackao CLVI/CLV2 u nemas obpammuoii cesazu ¢ cenom WUS

Penentopnas kwmnaza CLV1 nmumepusyercs ¢ kopenentopom CLV2, o6pasys
rerepoaumep. Tpancdakrop, kogupyembrii reHoMm WUS, akTUBUpPYET JIeJICHUE KIIETOK areKca
cTeOns. YBenmueHue dYHclia KIETOK amekca creOnst yBenmuumBaeT TpaHckpumiuio CLV3.
MomudunmpoBannsiii kopotkuit nentug CLV3 cBsa3bIBaeTcs ¢ perienTopom, YTo MPUBOAUT K
aBTo(hocopunupoBanuto CLV1 u nomasnser sxcnpeccuto rena WUS, KOTOpBIH HE00X0aUM
JUI TIOAJIEpXKaHU KJIETOK amekca crebss. B pesynbprare 4mciao KIETOK amekca creduis
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YMEHBIIAETCA, YTO MNPUBOAUT K CHWX’EHUIO ypoBHS CLV3. DTO BBI3BIBACT YBEIUYEHUE
skcnpeccun WUS, 4To aKTUBU3UPYET JCJICHHUE KIETOK arekca ctedis (puc. 7.7).
1 3.

WUS/’ \cLv1

An increase in the number As stem cell number decreases, the
of stem cells promotes level of CLV3 is reduced, allowing
transcription of CLV3. the expression of WUS, which causes

an increase in stem cell number.

CLV3, a small peptide, binds to CLV1
and suppresses the expression of
WUS. WUS is required for the
maintenance of stem cell number.

Puc. 7.7. Ilemns ompuyamenvHoti oopamuoil cesaszu 6 peyaayuu pazeumus SAM

I'en CORYNE (CRN) xomupyeT pelentop-noqo0Hyro KuHasy, kotopas cxoxa ¢ CLV1,
u obpasyer rereponumep ¢ CLV2. Kopotkuii nentua CLV3 nudem He 3amydmupoBaH. Ecnu
IPOUCXOOUT MyTalus, NMpuBoAsmas K orcyrctButo CLV3, mepucreMa yBEIUYMBAETCA B
cotHHu pa3. IloBpexnenne CLVI npuBOIUT K yBEIMUEHUIO MEPUCTEMBI puMepHO B 10 pas,
nospexaeane CLV2 — B 2-5 pa3, IOCKONBKY (PYHKIIUHM 3THX T€HOB 32,1y OJIMPOBAHBI.

B kieTkax mOBEpXHOCTHOTO CJIOSi MEPUCTEMBI OTCYTCTBYIOT JEHIIMH-OOOTaléHHbIE
peuenTopHble KMHa3bl. B cpeHeM W HMXKHEM CJIO0SX AKCIPECCUPYIOTCS T€HbI PELeNTOPHBIX
KMHa3, B3aumojencTBytomux ¢ CLE-nentumamu. B HmKHEM clioe 3KCIpecCHpyeTcsl TeH
WUSEL. Ero npoaykt no mia3mojiecMaM HaIpaBJIAeTCs B CaMblii TOBEPXHOCTHBIN CJIOM, TI€
nonagaet B siApo M 3amyckaer skcnpeccuto CLV3. Tlocne mpoueccunra u sxckpenun CLV3
[0 CHUCTeME MEXKJIEeTHUKOB auddynaupyer B O6omnee riybokue ciou. Crnoil BTOPHIX KIETOK
CHUHTE3UPYET PELENTOPHbIE KMHA3bl, OJHAKO 3[1€Ch CUTHAN B A1po He UAET. PenenrtopHas
cucTeMa 3/IeCh HaCTpOeHa Ha TO, 4TOObl YMEHBIINTH KOHIEHTpauio nentuaoB CLV3. Yactp
CLV3 n0oXomuT OO0 HUKHUX KIETOK M CBS3BIBACTCS C PEUENTOPAMH, YTO IO MEXaHHU3MY
OTPHUIIATEIILHON 00paTHOM CBSI3M MPUBOJIUT K CHIDKEHUIO dKcripeccuu reHa WUSEL.

Hapymenne orpuniarebHO 00paTHOM CBS3U MPUBOIAUT K TOMY, UTO SKCIIPECCHS TeHa
WUSEL nponomkaercs, B pe3yibTare 4Yero LEHTpalibHas 30Ha paspacraercs. Takoe
yBelnu4eHne 00bEMa MeprCcTeMbl Ha3bIBaeTCs (pacuuariys.

dacuuanus

Tepmun «bacuuanms» (OT JaT. fascia — My4O0K) UHOT/IA HOCUT MHTEPIPETAITMOHHBINA
XapakTep: YBEIMYCHHE MEPHCTEMBI, W3MEHEHHE (OpMbI CTeOJIeH W 4Hclia 00pa3yeMbIX
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JUCTHEB CUWTAIM PpE3yJbTaTOM CpacTaHUS HECKOJbKUX MobOeroB. Jlydmie cuuTaTh
pe3ysibTaToM yBenuueHus pazmepon [TAM.

[IpuuunbI:

Bupychrbie, rpubHbIe 1 OaKkTepuaIbHbIe HHPEKIITNHA

TemmnepaTypHblil pexxuM (OXJIXKICHHE)

MyTanuu (IOBpeXACHNE CUCTEMBI peryisanuu oobéma [TAM)

Eal

DU3N0IOTNYECKUE HAPYILIEHUE (TPAaHCIIOPT ayKCUHOB)

[Ipu paznuuHblXx THNAX Qacuuanuy MPOUCXOAUT Mpeodpa3oBaHUE HOPMAIbHOU
aHaTOMHMYECKOU CTPYKTyphl mobera (puc. 7.8, a). Ilpu rpebueBugHoM paspactanuu 1AM
HaOmoaeTcs miockas (acuarus (puc. 7.8, b); IIAM moxkeTr uckpunatbes (puc. 7.8, ¢); B
HEKOTOPBIX CIydasX 3aMbBIKasICh B KOJIbIIO (KoJiblieBas (pacimarnus, puc. 7.8, d). YBenudueHue
I[TAM c coxpaHeHHEM €€ TeOMETPHH TMPUBOIUT K paauanbHOi ¢aciuanuu (puc. 7.8, e).
PamnansHo (acummpoBaHHBIH MOOEr MOXKET CTaOMIM3UPOBATHCS 3a CYET 3aKJIaJIKH
JIOTIOJTHUTENBHBIX ~ MPOBOJAMIMX Iy4koB (puc. 7.8, f), wam paspylieHus IUI0XO
MHHEPBUPYEMOH IIEHTPaIbHOM 30HKI (pHc. 7.8, g). B HeKoTOphIX ciiyyasx yBenudyenHas [IAM
npuoOpeTraeT HenmpaBUIIbHYIO popmy (puc. 7.8, h) u ckiionHa k aedaciuanuu (puc. 7.8, 1).

Puc. 7.8. Tunvt pacyuayuu

OCHOBHBIE 3JIEMEHTBI KOHTPOJISI 00bEMa MEPHCTEMBI TIPEACTaBICHbI Ha puc. 7.9.
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Arabidopsis Rice Maize Tomato
Homeodomain TF

SLHD RS ws - e

LRR-RLK

- w1l FON1 TD1 FAB
.
e m CLv2 - FEA2 -
Pseudokinase - CRN - - -

LRR-RLK
T - BAM1, 2 - - -

LRR-RLK
- RPK2 - - -

CLE peptide | CLE) cw3 FON2, FOS1, FCP1 - FAS

Arabinosyltransferase

HPAT - - - FIN
Arabinosyltransferase
GT77 - - - FAB2
GRAS TF

C R - - -

Heterotrimeric G proteins
Ga/P subunit ABG1 (B) - CT2 (o) -

Puc. 7.9. Dnemenmui koHmposns 00véma mepucmemsl y pasHulx U008 pacmeHutl

Qdacumanus  0JDKHA OPUBOJUTH K  W3MEHEHUAM B Quuiorakcuce. Y
(bacMupoBaHHOTO MYTaHTa KyKypy3bl ABPHI NIWCTBs W Ma3ylIHbIE TMOYKUA TEPEXOISIT OT
04epEMHOTO JINCTOPACTIONOXKEHHS K HakpecTcynpotuBHomy. ABPH1 (aberrant phyllotaxisl)
UHAYLUUPYETCS IUTOKMHUHOM. OTO TOMOJOI JBYXKOMIIOHEHTHBIX KHHA3, HEraTHBHbBIN
perymsaTop KJIETOYHBIX JAeneHuid. [lpu MyTauuum KIETOYHBIE JICNIEHUS MEpPUCTEMBI
YCUJIMBAIOTCS, B CJIEICTBUE YETO OHA YBEIIMYUBACTCS B 00BEME.

Mytant ABPH?2 noxox no ¢penoruny. Onnako ABPH?2 — riyTape1oKCHH, BO3MOXKHO,
BOCCTaHABIMBAIOMINN TUCYIb(uIHbIe cBsi3u B bZIP-hakropax Tpanckpuniuu. ¥ KyKypy3bl
9KCIIPECCHsI ATOTO T€Ha JIOKaIN30BaHa B nepudepruieckoil 30He MEpUCTEMBI (IIPUMEPHO TaM,
I/Ie JOJDKHBI 3aKJIajbpIBaThCcsl JUCThS). Eciu Ha paHHeM sTame pa3BUTUSL paccedb TaKylo
YATUHEHHYIO MEpUCTEMY, TO O0O0pa3yloTCs JBa OCTPOBKAa KJIETOK, KaXKIbIH M3 KOTOPBIX
GYyHKIIMOHUPYET KaK OTAelbHas MepucreMa. B 3ToM ciydae 00bEM MepHCTEMBI
YMEHBIIIAETCs, BOCCTAHABIMBACTCSI UCXOIHBIN OUepENHBIN (PUILTIOTaKCHC.

[Toxosxwuii MyTaHT y puca — decussata (dec). MonexynsspHble OCHOBEI HE BBISICHEHBI.

MyTaHTBI ¢ YBEIMYEHHOH MEPUCTEMOM, Kak MpaBuio, mionoButel. POLTERGEIST —
cynpeccop mytanuii c/v. POLTERGEIST nposiBiseTrcst Tolbko Ha (oHe MyTanuid clv, a Ha
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(dboHE TUKOTO TUTIA HE TIPOSIBISIETCS, MTOCKOJIBKY UMeeT nyonupyrontuii red — POLTERGEIST
LIKEI (PLLI). POLTERGEIST (POL) wu POLTERGEIST-LIKEl (PLLI) -
nporeuHpocdarazsl 2C, KOTOpbIE pEryIHpylOT MPOTrpaMMy pa3BUTHUA MEPUCTEMBI U
akTUBHOCTH WUS. JIBoitHOW MyTaHT pol u plll wumeer (GEHOTUNUYECKOE TMPOSBICHUE,
XapaKTepU3yIOIIeecss HEXBAaTKOW OpraHOB I[BETKA, YMEHBIICHHBIM OOBEMOM MEpPUCTEMBI,
HEe/Opa3BUTHEM TiecTUKa. MyTaHTHBIM (eHOTHn He wuchpaBisercs Ha ¢one clv3.
l'unepakcnpeccus plll xapakrepusyeTcs yBelTu4eHneM 00bEMa MEPUCTEMBI.

I'eneTnyeckuy MoaxXox

Takum o0pa3oM, oOmasi cxema T€HETUYECKOM pEerysilud pa3BUTHUS MEPUCTEMbI
npeacrasiieHa Ha puc. 7.10.

ceMm-Bo AGO

.........................................................

STmM ][ KNAT1

] 'HD-FT
‘nogcem-Ba KNOX

BLR ][ KNAT4
nOBop0T Z

N STITIIITTITTI TS N noToKa i :
AYKCUHOB B | *.-iioiiisoimooiorienst
Kopnyc

MUTOTUYECKaA
dKTUBHOCTb

HD-FT
npotenHdgocdgarTasbl 2C noacem-sa WOX

CEeM-BO KOPOTKUX
nentunaooB CLE

[CLV1 ][ CLV2 ] Apyrve

tocchaTrngun- 2\ peuenTopHbIe
MHO3UTON- I——[ COR ][ BAM1 J KMHas3bl
4-tpoccpat i ————

peuenTop-nogobHble KAHa3bl nnasmanemMmmbl RLK
Puc. 7.10. I'enemuueckuii nooxoo

[Ipu ocnabmeHun TOTOKOB aykKcMHa o0macTh akTuBHOCTH WUS Bo3pacTtaer,
YBEJIMYUBAETCS LIEHTpaJbHas 30HA MEPHUCTEMBI, YTO MPUBOAUT K (heHokomuu myrtaruu CLV
(yBeJIIMYEHHAsi MEpUCTEMA U TOTBITKA (paciuamnmn).

[TazymHast mMepucTeMa W3HAYalbHO BO3HHMKAET KaK HEOOJbINAs TpyIIa KIETOK, B
KOTOpBIX CHauyajga akTUBUpYlOTcs reHel WUS, a 3arem CLV3. Oxcnpeccus WUS
COCPEOTAYMBACTCS B SApaxX KJIETOK OPraHU3allMOHHOTO LIEHTpa Ma3yIIHOM MEpUCTEMBI,
koTopas emé He guddepeHunpoana mopdonoruyecku. B mpomecce pocra WUS
nepeMeniaeTcss OT MOBEPXHOCTH BIUIyOb Ha 2-3 ciosi KJIETOK, U MepUcTeMa MHpPUHHUMAET
byHkuroHupyronmi Bus. AktuBHoCTh CLV3 cHauana copnamaet ¢ WUS, a 3ateM cMmemaeTcs
K MIOBEPXHOCTHBIM KJieTKaMm (puc. 7.11).
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S2 (Ps-m) S3-a (P1o-11)

Pk

S3-b (P11-12) 84 (P1z.13) 85 (ZPM)

B STM mRNA

WUS mRNA
B CLV3mRNA
> WUS protein

Puc. 7.11. Ilazywnvie mepucmemol

[ToGeroBasi m KOpHEBasi aNMWKalbHBIE MEPUCTEMBI UMEIOT CXOIHYIO T€HETHYECKYIO
perynsnuio (puc. 7.13). Ecnu B opraHu3aiimOHHOM IIEHTPE MOOETOBOM MEPUCTEMBI paboTaeT
WUS, a B mokosmiemMcsi 1IeHTpe KopHs pabotaetr reH WOXS5 u3 Toro ke cemeiictBa. Ho B
omimmune ot WUS, ren WOX5 paboraer moj OOJBIION Harpy3KodW ayKCWHA, KOTOPBIN
CTEKaeTCsl U3 LEHTPaIbHOrO IMJIMHIPA U MOIIHBIM MOTOKOM MPOXOIUT Yepe3 MOKOSIIUHCS
LIEHTP U OTIpaBisieTcss B KOpHEBOU yexyiuk. WUS u WOX5 BoccTaHAaBIUMBAIOT HOPMAaJIbHbBIE
(heHOTHITBI Y MyTaHTOB, BOCIIOJIHAS (PYHKIIUU APYT APYyTa.

Rib zone

Vasculature

Quiescent
centre

ACR#andCLV1

Puc. 7.13. I'enemuueckas pecyniayus u CUCHAIUHE 8 ANUKATILHOU Mepucmeme nooe2a u KopHs

Columella
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B kopHeBol amuKaJbHONW MEpHUCTEME METOJAOM OOpaTHON TE€HETWKH BBISBIICHA
skcnpeccust CLV3-onoOubix renoB: CLEI9 w CLE40. CLV3 wn CLE40 Takxe
B3alMO3aMEHSIEMBI.

Takum 00pa3om, B MOKoSIIEMCS IIEHTpe KOPHEBOW MepucTembl paboraer WOXS5. B
KJIETKaX KOJyMeJUIbl AKCIIpeccupyercss KopoTkuil nentug CLE4(), KOTOpbIN B3aUMOAECUCTBYET
C pPa3HOOOpPa3HBIMU pPEIENTOPHBIMU KoMIiUiekcamMu (B yacTHOCTH ACR4). IlpuHumarot
ydacTue T€ K€ pelenTOpHble KOMIOHEHTHI: Kopeuentop CLV2, kunaza CRN, peuenropHas
kuHaza CLVI. Curnan, nonydeHHbld or CLE-enTUIOB, 1O MEXaHU3MY OTPULIATEIBHOMN
00paTHOM CBSI3M MOJABISET SKcnpeccuto WOXS5.

Y wmyrantoB mgounl (mgol) wu mgoun2 (mgo2) yBEeIMYHMBAETCS pa3Mep
nepudepudeckoir 30Hb [[AM. Dto Takxke mnpuBoguT K QacuumanusaMm. mgounl —
tonon3omepaza IB-tuna. YV wmyrtantoB ampl (altered meristem program 1) pasmep
nepudepudeckoir  30HbI [IAM  yBenmuuuBaeTcsi HM30MAMETPUYECKH, YTO BIUSET Ha
¢unnorakcuc. [losSBASIOTCS HOBBIC KIETOYHBICE HUIIM B Tepudepudeckoid 30HE, MOKET
3aKJIaJILIBATHCSI OOJIBIIE JINCTHEB, OPTAHOB B IBETKE U T.1. MyTalus cBsi3aHa C MOBHIIICHUEM
ypoBHsL dHAOTeHHOTO IuToKuHUHA. AMPI i LAMPI (like-altered meristem program 1)
BO3MOXKHO KOJUPYIOT IIyTaMaTKapOOKCUTIENTHIA3y. Y KUBOTHBIX OHA YYaCTBYIOT B CHHTE3€
HEHPOTPAHCMUTTEPOB. Y PACTEHUMN 3TU T'€HbI HETAaTUBHO PETYJIHUPYIOT YPOBEHb [IUTOKUHUHOB
U niposiepaTUBHYIO AKTUBHOCTD KJIETOK.
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Jleknus 8. Mopgorenes jiucra
ITosipHBII TPAHCTIOPT AYKCHMHA. JTaNbl PA3BUTHSA JHUCTA

Jluct — yHuBepcalbHBIN OpraH, KOTOPbI myTéM MeTaMop(do3a MOKET IpeBpanaTbes
B pa3HbIE€ CTPYKTYphl. PazMeTka NuCTheB HAUMHAETCA C dKcrnpeccuu reHa ANT B mecte, rae
KOHBEPIUpYyeT MOTOK ayKCHMHa M CO3Ja€Tcsl ero JIOKajdbHBIM MakcuMyMm. Ilpu sTtom 31ech
otkmouatorcst SML w NADI (rensl u3 cemeiictBa NOXI), KOTOpbie KOHTPOJHMPOBATH
npoaudepanuro.
Oransl pa3Butus aucra (puc. 8.1):
Pasmerka B nepudepudeckoii 30He [IAM (JiokanbHBIE MAKCUMYyMBbI ayKCHHA)
WNuutmanus npuMopus (M3MEHEHHE HAIIPaBIICHUS JelIeHUs KIETOK B ciosix L2 u L3)
A nakcuanu3anus/adaKcuanu3anms
Jlenenue KIeToK, F3HAOPEAYILIUKALIMS, BAKYOJIA3AIUs
da3a nepexopa (transition)
Pocr (expansion)
Knerounas nuddepenumporka
3penblii TucT

e A

CTapeHHe n ornagaHue

Mature Leaf

Auxin
BR

Auxin

BR

Auxin
JA

GA

Ethylene

CK i i
il Auxin/CK/BR/GA ABAJJA Auxin ABA
Sugar

Puc. 8.1. Pecynamophuvie npoyeccwvl 6 pazsumuu aucma
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Pasmerka u uHunuanusa aucra. I'panuus npumopaus. ®opMma jucra

WHunmanust npuMOpIMEB JIMCTHEB:

1. Okcnpeccust ¢akropos Tpanckpunuuu MYB-family: ASYMMETRIC LEAF 1 (ASI),
ROUGH CHEATH 2 (RS2), PHANTASTICA (PHAN) — ARP

2. Dxkcnpeccusi reHoB (paktopoB TpaHckpuniu LOB-family: ASYMMETRIC LEAF 2
(AS2), NAC-domain family

3. [Ipu yuactum dakrtopoB pemonenuara xpomatuHa (HIRA) mpoucxoaut
«BBIKJTIOUEHHUE» (aKTOpoB TpaHCcKpuruun KNOX

@aktop Ttpanckpunuuu AP2-family AINTEGUMENTA (ANT) otBedaer 3a
npoiaudepanno KISTOK MPUMOpIUs. Y MyTaHTOB JHCThs Oojee y3Kue, ¢ Ooliee KPYIMHBIMU
KJIETKAaMHU U HU3KUM MUTOTHYECKUM HUHIEKCOM.

Ponb reHoB mepucTteMbl B pa3BUTHM JMCTa M3ydain C nomoiubio ANT. WUS
3alpellaeT pa3BUTHE JHCTHEB, NPU ITOM CEMSJIOJIbHBIE JIUCThSl €CTh, TaK KaK OHU
KOHTPOJIMPYIOTCS Ha OoJiee paHHUX dTanax APyruMu reHamu. STM He noAaBlisgeT HHUIUAIIIO
JUCTa, HO CUJBHO BIMSET Ha ero (opMmy, JUCTbS pPEAYLUUPOBAaHbl A0 JIOMACTHBIX
NANTBIEBUIHBIX CTPYKTYP.

@akrtopsl Tpanckpuniuu NAC-domain family CUP-SHAPED COTYLEDONS
(CUCI, CUC2, CUC3) skcrpeccupyloTCsi Ha TpaHMIE OpraHa, WHTHOMPYIOT TPaHCIOPT
ayKCHHa U 3aMeJUISIIOT POCT KJIETOK. DTO MULIEHb JUIsl miR164.

I'en UNUSUAL FLOWER ORGANS (UFO) »kcupeccupyeTcss Ha TpaHHUIIE OpraHa
BMecTe ¢ CUC, HO HE BIHSET Ha BETETaTUBHOM (ase.

®dakrtopsl TpaHckpunumu LOB-domain family LATERAL ORGAN BOUNDARY
(LOB) >xcripecCupyroTcsl Ha TpaHUIIE OpTaHa, HHTHOUPYIOT TPAHCIOPT OPaCCHHOCTEPOHIOB
U 3aMEUISIIOT POCT KJIeTOK. [[pyrue rensl co cxoaubivu Gynkiusvu (LBD, JLO) y4acTBYIOT
B nepepacnpeznenennu PIN u penpeccun KNOX].

['eHbl, yyacTByOIINE B HHUITUAIINH JIUCTHEB M3 MEPUCTEMBI TT00Eera, Tak)Ke N3MEHSOT
¢dopmy nucTOBOM TuIacTHHKH. 110 Kparo pa3BUBAIOIIUXCS JTUCTHEB apaOHIONICHUCa BO3ZHUKAIOT
NEepUOINYECKHEe MAKCUMyMbl ayKCHHA, OOpamMJIEHHBIE TpaHMLaMHu 3kcrpeccuu reHa CUC
(puc. 8.2). B takux mecrax (opmupyrorcs 3younku auctheB. bemok PINI crocobcTByeT
oOpa3zoBaHui0 THKa aykcuHa. PINI TonoXWTEeNbHO perynupyercs aykcuHom u CUC2.
Bricokuii ypoBeHb ayKCHHA, B CBOIO ouepes, nogasisier CUC2.

dopma JUCTa TaKKe€ 3aBUCUT OT OKCIpeccHur TeHOB u3 cemeiictBa KNAT. VY
nacnéHoBbIX runepakcnpeccuss KNOX-reHOB NPUBOJIUT K CUJIBHBIM 3(dekTaM. Bo3Hukaor
HE MPOCTO JOTMOJIHUTEIbHBIC JIOMACTH, KaK y apaOujorcuca, a Jake HOBBIE O4Yard pocra:
HEKOTOPBIC YYACTKH JIUCTA YyBCTBYIOT ceOs Kak 1moOeroBas MepuUcTeMa, Ha HUX BO3HHKAIOT
HOBBIE IKTONMMUYECKNUE TOYKH, U3 KOTOPBIX Pa3BUBAIOTCS JIUCTHSL.

Jlist TucTheB CIOKHOM (POPMBI XapakTepHO coXpaHeHHe akTUBHOCTH KNOX-TeHOB
(BO3MOXXHO TOBTOPHOE HCIOJb30BaHUE B pa3BuTuu). ['eHbl CUC sKcmpeccupyroTcs Ha
IpaHULIaX MEXIY 3yOllamMH, JOMACTIMHU WX JUCTOYKAMH CIIOKHOTO JIUCTA.
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. KOHCTIEKT [IOAFOTOBJIEH CTY/IEHTAMH, HE IPOXO/IUIT
MONEKNAPHAA FTEHETUKA PA3BUTUA PACTEHUU

IMMPO® PEJAKTYPY U MOXET COAEPXXATbH OLIMBKH
UYVE BJIA, I[HMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

Puc. 8.2. Pecynayus popmuposanus 3y01uuxos aucma y apabuooncuca

AxtuBHOCTh TeHOB KNOX 1M03BOJIIET MOAYIUPOBATh COOTHOIIIEHHWE MEXAY (hazamu
Mopdorenesa jmcrta (puc. 8.3).

A e mm——— Tissue maturation B TKNOX C l,KNOX

’
\ CeII d|ﬁerent|at|on |
> \ . L)
1
Cell d|V|S|on | ‘ ’
I\ «— KNOX i
[ W
|

Puc. 8.3. Mooenv pazeumus cnodicnozo iucma, pecynsayus oeaxamu KNOX

Pa3BuTne CIOXHBIX JTHCTHEB MPOUCXOMUT B TpH cTanuu: uHUIUams (I), mepBUIHbINA
mopdorene3 (PM), Bropuunbiii mMopdorenes u coszpeBanue (SM). AxtuBHocTh KNOX
peryIupyeT mepexoll OT MEPBUYHOTO KO BTOPHYHOMY MOP(OTeHe3y, TaK YTO CO3pEBaHHE
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

TKaHU TIOJIaBJSIETCS 10 COOTBETCTBYIOIIETO BPEMEHHM pa3BUTHs (ITyHKTHPHAs CHHSIS
nunus). Bo Bpems mepBuuHoro wmopdorenesa Oenku KNOX akTHBUPYIOT YpOBHU
nutoknanHa (CK) m momaBmsitoT akTuBHOCTH THOOepemnuHa (GA), akTUBHPYS KJIETOYHOE
JIeJICHUE W TIONABIISAsS KIETOUYHYIO JuddepeHInpoBKy, 4YTOOBI OOECreduTh 0O0pa3oBaHUE
muctheB (puc. 8.3, A). bananc MexIy KIETOYHBIM jAelieHueM U audQepeHImpoBKoOi Takxke
BIMSET HA CO3pPEBAaHUE TKAHEW W HAao00OpOT (MyHKTUpHAas CHHsSA cTpenka). [loBbimeHue
aktuBHOCTH KNOX ymmwaser a3y mnepBuyHOro Mop(doreHesa, MO3BOJISAS MOBTOPSTH
nporpaMMy WHUIIMAIMHU JIMCTOBOK, YTO MPUBOIUT K (POpMHpPOBAHHIO OOJI€e CIOXKHOTO JINCTA
(puc. 8.3, B). Cumxenue aktuBHOocTH KNOX mpuBOIUT K COKpaleHHIO (a3bl MEPBHYHOTO
MopdoreHesa MW TPEKIESBPEMEHHOMY HACTYIUICHHIO (a3bl BTOPUYHOTO MOpGOTeHe3a, B
pe3yabTare 4ero hopMHupyeTcs: 6ojiee IPOCTOH JIUCT.

Hoasipuocts aucta. miRNA u tasiRNA

JuddepeHurpoBka JHCTa MPOUCXOAUT B TPEX HAMPABICHHUSIX: aJaKCHAIbHO-
abakcuanabHOM, TPOKCUMAIIBHO-AMCTAIBHOM U MeIUalIbHO-TaTepajIbHOM (pHC. 8.4).

distal ,

adaxial

meristem

Puc. 8.4. llonapnocme nucma

Baxuyto posb B mporpamMMax pa3BuTHs jgucta urpaot Mukpo-PHK (miRNA) u tpanc-
neiictByromue manbie uHTepdepupyromme PHK (ta-siRNA) — puc. 8.5. Onu mo3Bomsitor
KOHTPOJMPOBaTh TeHbl. B MecTax, rie ecrtb akTUBHOCTH omnpenenéHHbix MuKpo-PHK, He
BO3HUKAIOT OEIKOBBIE IPOAYKTHI COOTBETCTBYIOLIUX [€HOB.

Opnna u Ta xxe Mukpo-PHK mMoxker oOpa3oBaThcs U3 TMPOIYKTOB PA3IUYHBIX TCHOB.
DTO MO3BOJISIET BKIIIOYATh onpenenéHnyo Mukpo-PHK B 3aBUCMMOCTH OT pa3HBIX CTUMYJIOB,
B pa3HbIX y4acTKaX M Ha pa3HbIX 3Tamnax pa3BUTHs. [[poMOTOpbI TeHOB pa3zanyaroTcs, TO €CTh
MOKHO MCIIOJIb30BaTh OAHY M Ty ke MUKpo-PHK nns perynsuum HECKOIBKHMX IPOLIECCOB,
pa3o0IIEHHBIX BO BPEMEHHM M TNpocTpaHcTBe. [Ipy NTOMMHAHTHBIX MyTalusX, KOTJa TeH-
MUILEHb He 4yBcTBUTEIeH K MiRNA/tasiRNA, HabmojaeTcst ero SKTonu4eckast SKCIpeccHs.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MONEKNAPHASA FTEHETUKA PA3BUTUA PACTEHUN MPO® PEJAKTYPY M MOJKET COJIEP)KATD OLIUBKU
qu BHAHI/IMI/IP BI/IKTOPOBI/Iq CJIEOAUTE 3A OBHOBJIEHUSIMU HA VK.COM/TEACHINMSU
mMiRNA pathway ta-siRNA pathway
miRNA target gene mir gene tas gene ta-siRNA target gene
rid1 vlv o i tas3a l arf3a l
pri-miRNA
—— o M > = AAA
miR166 iR390 ta-siR2141/2
AGO1 l l AGO1 l AGOT7
5 5 5
——AM L= miRNA —— A ——Am
l miRNA* @$ FORG
N 5
miBNA ¢
mmmm_

ta-siRNA duplexes

Puc. 8.5. Cuenanvnovre nymu miRNA u ta-siRNA 6 pazsumuu aucma

Muxkpo-PHK BaxkHbI Ha pa3HBIX dTanax pa3BuTHs JucTa (puc. 8.6).

miR164/CUC1/2 miR390 miR156/SPLs :] miR164/CUC1/2-GOB miR319/TCPs
miR156/SPLY/15 ta-siARFs/ ARF3/4 miR172/AP2-like miR319/TCP/LA miR164/ORE1
miR160/A RF10/16/17 miR165/166/HD-ZIPIII ta-siARFs/ ARF3/4 miR396/G RFs
miR159/GAMYB
miR824/AGL16
= = = =
m
m
Adaxial Abaxial
domain Domain
& mm 3 e Leaf growth, shape
Leaf initiation Leaf polarity Phase transition g » Shap Senescence
and differentiation

Puc. 8.6. Manvie PHK u ux muwienu pe2yiupyom pasiudnsle Cmaouu pazeumus 1ucmses
AIaKCHAJIBbHO-20aAKCHAIbHAS MOJSIPHOCTH

Jluct ycnmoBHO pasfensercs Ha BEPXHIOW  (aJaKCHANBHYI0) H  HIDKHIOKO
(abakcuanpHy10), MEKIYy KOTOPHIMA HAXOJUTCS MapruHajbHas MepucTemMa («CpeaHuii»,
natepanbhbiii 1omeH jucta). ['enst WOX3/PRESSED FLOWER (PRS) u WOX1 no3Bossitor
OpraHU30BaTh MAPTHHAJIBHBIA POCT JINCTOBOW IJIACTUHKH, OTTPAHUYUBAIOT aJaKCHAIIBHYIO U
abakcHualibHYIO CTOPOHY (puc. 8.7).

MyTaHThI:

e phantastica — TUCT paJUuAIbHO CHUMMETPUYHBIM, BCS TMOBEPXHOCTb HIDKHSASA, HET
mudepeHIMpoBKH Me30(riIa, EHTPATBHBIM MyYOK MOYTH MOJTHOCTHIO COCTOHT U3

(b105MBI, ¢ HEOOJIBITUM KOJIMYECTBOM KCUIIEMBI B IIEHTE.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

e phabulosa-1d — yTpadena 4yyBCcTBUTEILHOCTh K MUKPO-PHK, Bcs moBepxHOCTH NucTa
BEpXHSA, yCEesiHA TPUXOMAaMH, COCYIHUCTBIM ITy4OK OKpPYXKEH KCHIEMOH, BHYTPH
HEMHOTO (DJIO3MBI.

e Jeafbladeless 1 — nucT paguaTbHO CUMMETPHYHBIA, BCS TOBEPXHOCTh HIDKHSSA, B
COCYIUCTOM IIyYyKe HapymIeHO pachpeaeieHue ¢JodMbl W KCHIEMBI, BOKpYT
o0pa3zyercs MosiC KJIETOK OOKIIAIKH.

AnakcuanbHoe pa3BuTHue (Bepx) AlakcuaabHOe pa3BuTHE (HU3)
®axrtops! Tpanckpunimu Homeodomain leucine  ®akropsl Tpanckpunuun GARP family:
zipper (HD-ZIPIII): KANADI (KAN) — HECKOJIBKO TE€HOB
PHABULOSA (PHB) ®akrtopsl Tpanckpunuuu YABBY family:
PHAVOLUTA (PHYV) FILAMENTOUS FLOWER (FIL)
REVOLUTA (REV) YAB3

AUXIN RESPONSE FACTOR (ARF)
LITTLE ZIPPER 1, 2, 3, 4 ARF3/ETT
ARF4
miR390 — TAS3 — tasiR2141/2142 miR165/166
IIporpamMmmsl pa3BuTHA: IIporpamMmmsl pa3BuUTHA:
1. Tpuxowmsl (Arabidopsis) 1. Ycreuna (Arabidopsis)
2. Ily3sipeBuiHbIE KIETKU (Zea) 2. I'y6uatsrii Mme3odhut
3. CronGyarsiii Me30(HILT 3. ®y103MHBIN MOJIOC COCYIUCTOrO MyYKa

4. KcuiieMHBIN TTOTI0C COCYAUCTOrO MyYKa
OTpuuarejbHasi 00paTHasl CBA3b:

1. Oxcnpeccust ZPR non aeiicteuem HD-ZIPIII
2. I'ereponumepusanus ZPR + HD-ZIPIII

3. CHUKEHHE CBS3BIBAHUS C I1EJIEBBIMU

AGO? BepxHasa
Adaxial

ta-siR-ARF
__—As HD-ZIP 1l

IIPOMOTOPaMH

AGO1 \

Abaxial Middle Domain
HuxHan
MapruHanbHaa Mepuctema
(«cpeaHuit» = natepanbHbin

[IOMeH nucTa)

Puc. 8.7. Pecynayus pazeumusi a0axkCuaibHo-abakcuaibHou noisipHoCmu
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

4Vb BJIAIVMMUP BUKTOPOBHNY

CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

VY Tronemnana OudanuanbHbIe TUCThS (€CTh BEPXHSS U HUKHSS MIOBEPXHOCTH). Y UpHca
U JIyka YHH(AIUaIbHBIA JIUCT, TO €CTh BCS TIOBEPXHOCTh abakcuaimbHas (HUKHSA).
AnakcualibHas 4acTh TAKOIO JIMCTA pacrojiokeHa y ocHoBaHus. Ha puc. 8.8 mpencrapieHo

CTPOCHUC TAKHX JIUCTHCB.

Bifacial leaf Bifacial leaf Unifacial leaf
(wild type) (abaxialized mutant) (flattened)
SAM O SAM O SAM %J
< e e
laminar outgrowth
laminar outgrowth abaxial| N abaxialized
at the junction of leaf blade

adaxial-abaxial identities

l/

Puc. 8.8. bugpayuanvnvie u ynupayuanvuvie 1ucmosi

JlatepanbHO-MequaJbHAs NMOJSIPHOCTH

Unifacial leaf
(cylindrical)

SAM O

abaxial

Tpauckpunuuonnsie ¢axtopsl WOX-family: WOX3/PRESSED FLOWER (PRS) u

ero romosioru y Kykypyssl NARROW SHEATH 1 u 2 (NS1, NS2).

Y MyTaHTOB ns MapruHaIbHBIA POCT C1a00 OPTaHM30BaH, y3KO€ OCHOBAaHUE JIMCTA U

naucToBas TutactuHka (puc. 8.9). Ecnu MyTanus npuxoauTcst Ha CEpeANHY JIMCTA, TO 0COOBIX

W3MEHEHUH B IMAPUHC OpraHa HC IMPOUCXOIAHUT. Ecan MyTallyus 3aXBaTbIBACT Kpad JIUCTa, TO

JIUCT OKa3bIBACT YHJIOHléHHBIM.

A

| margins

leaf primordia unrolled from SAM

Key: Tblade I midrib
sheath [ central domain
BN internode/node [ narrow sheath lateral domain

Puc. 8.9. Mymanm ns

B yHuMbanmansHbIX JHUCTBSIX 3Kcmpeccus ToMmojaoroB WOX oOHapyXUBaeTcsi B TeX

MecCTax, TJe JIUCT OPraHnu3yeT CBOU POCT (MEPIEHAUKYIISIPHO MEPUCTEME)
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

HpOKCl/IMaJIbHO-I[l/ICTaJIBHaH HNOJAPHOCTD

IIpoxkcuManbHOE pasBUTHE JAucranbHoe pa3BuTHe
TpaHckpunumoHHsle ko-akTuBatopsl NPR1- DakTOpBI TPAHCKPUIILHHU € Zn-
family: najgblaMu
BLADE ON PETIOL (BOP1 u BOP2) JAGGED (JAG) u JAGGED-LIKE

(JGL)
1. DxcnpeccupyroTcsi y OCHOBaHHUS JIMCTa 1. DxcnpeccupyroTcst Ha BEpXYILIKe
2. Ilporpamma pa3BUTHS YepeliKa 1 OCHOBAHUS MPUMOPIUS
JucTa 2. KOHTpOIMPYIOT KJIETOYHBIE JEICHUS
3. OOpazoBaHuE 30HBI ONATCHUS 3. IIpeanonaraercs, uro BOP u
4. Cynpeccus Opaktei (MPUIIBETHUKOB) Y JAG/JGL HeratuBHO peryiaupyoT
Arabidopsis JIpyT ApyTra

Y OIHONONBHBIX U JBYAOJBHBIX JIUCT PACTET MO Pa3HBIM KIETOYHBIM MEXaHU3MaM
(puc. 8.10). Y ogHOMONBHBIX KJIETKU ACIATCS MPUMEPHO B OJTHOM M TOM K€ HAINPABJICHHH
MOTEepPeYHo JHUCTY. Bo3HUKaeT cucreMa u3 KIETOUYHbIX (PailyioB — JUIMHHBIX PSAOB KIETOK, B
0a3anpHON YacTH KOTOPBIX MPOUCXOMAAT JeNICHHs, a BepXHell HaunHaeTcs: JudepeHIMpoBKa.
KoHunk nucTa MOCTENEeHHO OTXOOUT OT 30HBI JIENEHHUs, HpuU 3TOM AudQepeHIrpoBKa
HapacTaer.

monocots

dicots *

temporal temporal

spatial
-
spatial

Puc. 8.10. I'omonoecus aucmves y 00HOOOIbHBIX U O8)YOO0IbHBIX

Y ByIONBHBIX TOXe ecTh (a3a, Korja 3aMeTHas 4YacTb JHCTa Jenurcsa. B
nanbHeleM 6a3aibHOE HapacTaHHE MOCTENEHHO COKPAIAeTCsl U HauMHAETCs pa3pacTaHue
BepxHel dyactu. [Ipu 3TOM Takke XapakTepeH MAprUHAIBHBIM POCT, KOTOPBIM CO31aET
JUCTOBYIO IIACTHHKY. Mexay yxe nud@epeHIUpOoBaHHBIMH Y4YacTKaMH JIHCTa MOXHO
yBHUIeTh ené He nuddhepeHnnpoBaHHbIC YacTH SMUEPMUCA.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

[IpoxcumarnpHas 4YacTh JINCTAa NPEUMYIIECTBEHHO COCPENOTOYEHA Ha JICJICHUSX
KJIETOK. BepXHss yacTh IENUTCS TOpa3io MEHbIIE, 3/1eCh HAUNHACTCS TIPOIIECC BAKyOIH3aIHN
U pacTshDKeHHs KJIeTOK. Ha AT mporiecchl OKa3bIBaeT BIMSHHE MHOXECTBO Pa3HOOOPa3HBIX
daktopoB (puc. 8.11).

BO3MOXHO, N
Tpoduyeckni
KOHTPO/b
penpeccua _f Cell Expansion ARGOS-LIKE
nponnoepaumm c = —
" qameF::n:j'ABK / IJQ—R':"_‘~ '{\5%, \ penpeccuna
¥ /PFT1(MED25)/' /ABA} nposndepaumm c

BIG BROTHER
E3-y6MKBUTUH-NUrasa
penpeccusa nponndepaumm

yyactmem ABK

BR ORGAN SIZE RELATED
noxox Ha ARGOS
dbaKTop TpaHCKpUNLUMHK
GROWTH RESPONSE

7 N .
3 /
= ?
Cell Division /
CITA NN

KLUH FACTOR u ero KoaktnsaTop
(KLU)/CYP78A5 \_‘ll\ NT'éycDs) P ANG3=GIF
cytochrome P450 w ~t =
—-— mi
CUTHanNbHble GYHKLMK VARGOS LMKAMH D3
®T AP2-family Auxin  KOHTpO/b
AINTEGUMENTA

K/IeTOYHOrO LiMK/1a
AUXIN-REGULATED GENE
INVOLVED IN ORGAN SIZE

NoKannsosaH Ha IP

Puc. 8.11. @axmopul, pezynupyiowue npoKcUMAanbHO-OUCMALbHYIO NOAAPHOCHb TUCTA

[Mpomudepanusi, pacTsHkeHUE UM CO3PEBAHKUE — MPOIIECCHI, KOTOPBIE KOHTPOJIHPYIOTCS
13 ToJIM Jucta (Oyaymero Me3o¢uiia) U BIUSIOT Ha snuaepmuc (puc. 8.12).

«JAG ANGUSTIFOLIA3 OyeHb PeuenTopsl
~ (koakTMBaTOp OnuHHBIE thutocynk-
TPaHCKpMNunmn) HKupH. K-Tbl thokuHoB
JE 0
ARFB+BPEp AN3++prolif| | exp-‘ +PSKRs
} L D e
: p
prolif/exp AN3 ) pacTaxeHue
T nponucepauus prolif

&
a
Q

POLY(A) POLYMERASE1
o PAPS1 = exp
w

4

EFPL6/4

°
=)
2l

TMKs =+ prolif
TRANSMEMBRANE KINASE

Puc. 8.12. Opean-cneyugpuunvie ghaxmopol u MesCmMKanesol CUCHATUHE
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Pa3merka npoBoasiieii cucTeMbl

1. ITonsApHBIA TPaHCHOPT AyKCHHA M NePBHYHASA pa3MeTKa (BHIOOD KIETOK C
o0pa3oBaHUEeM KIETOUYHbIX JoMeHOB PIN1 — akiientopoB aykcuHa)

[lotok aykcuHa y apabujpomncuca B BEepXHEW 4YacTh coOupaercs B JBE TOUKH U
OTTPABJISICTCS] BIUIyOb, YTOOBI BIUTHCS B TTPOKaMOM HeHTpabHOM *Wiku (puc. 8.13, B). ¥V
apalujoricuca 3aMKHYyTasi IpoBosas cucrema. [lpu nannmanum xunok auddepeHuupoBKa
He UAET 10 KOHIa (He JOXOAMT A0 Kpas jucta) u nossistorces merau (11, 12, 13), koTopeie
coenuHs0TCA aHacToMo3aMu (puc. 8.13, A). MlHora mosBISIOTCS JOMOJHUTEIHHBIC YKIITKH,
KOTOpbIE BIMBAIOTCS B OOILIYIO NPOBOASAIIYIO CHUCTEMY. Y JAPYTHMX PACTEHHH MpOKaMOWi
Qg depeHIpyeTcs BIUIOTh A0 Kpast JIUCTA, a )KWIKH 3aKaHYUBAIOTCS B 3yOUMKaX JIHCTA.

B: midvein formation

A f 11 :
= I Distal - TOYKa
12 ™ KOHBEPreHLMN N\ =
5 A Ul T A\
c { ] ({ ] e
I ; NOTOK ayKcuHa ="
l Proximal i MHWLMaNK

npokam6uii «” npokaméus

C: loop formation

ULD
LLD T
dopmuposaHue nosasneHue
HUXHEero AomeHa Bep)(HEI'O AOMeHa 3aMblKaHUe netnun
netnu (LLD) netau (ULD)
D: ‘connected’ vein formation E
5)1!43!(0 pacnonoXxeHHble BO3HUKHOBEeHUe noasneHue noasneHue
TAXM NPOKambua 6unonapHoi WHULManen AONONHUTENbHbIX
KNeTKu npokambua KNIETOK B pAay

Puc. 8.13. Pasmemka npogoosiweli cucmemvl 8 TUCMbAX

ITpu dopmupoBannu OOKOBOH METIM ayKCHH TaKXe COOMpaeTcs Ha MOBEPXHOCTH U
OTIIpaBIsiETCA BIIyOb IO HAMPABICHUIO K INIaBHOM kmike. K HeMy 1MoicoequHsIOTCS TOTOKA
OT coceHUX KJIeTOK. To ecTh GOpMUPYIOTCS Ba COHANPABIECHHBIX CIMBAIOIINXCS MOTOKA. B
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BEpPXHEM JIOMCHE MeTIH (OPMHUPYETCSl OWITONSApHAs KIIETKa, KOTOpas OTIHPAaBISIET IMOTOK
ayKCHHA B MMPOTHUBOIOJIOKHBIC CTOPOHBI, YTO MO3BOJIIET 3aMKHYTH TeTio (puc. 8.13, C).

AHanmorndyHo (HOpPMUPYIOTCS aHACTOMO3bI Mexay kuikamu (puc. 8.13, D). Knetkn
HAUMHAIOT OTIPABIATH AyKCHH B CTOPOHY OJNVDKaWIIeH >KUIKW, K HUM TPUCOCIHHSIIOTCS
COCE/IHME KJIETKU, BO3HUKACT Psill. UTOOBI PsI/Ibl MEKAY JKUIKAMU COMKHYJUCH, HEOOXO0IMMO
(hopmMupoBaHHUE OUITONISIPHOI KIIETKH.

2. O0perenne MICHTUYHOCTH HHUIIHAJISIMA NPOKAMOUS

Junamuka (GOpMHpPOBAHUS PUCYHKA KUIKOBAaHHS 3aBUCUT OT YPOBHS ayKCHHA, YTO
MIOKa3aHO Ha NpHMepe oOpa3oBaHUs METIH, HO B IIEJIOM OJMHAKOBO INPUMEHMMO KO BCEM
Kuikam (puc. 8.14).

Normal Local auxin Reduced auxin
development application transport
A L1 formation L3 formation L2 formation L1 formation
Preprocambial
cell selection
v
B
Preprocambial
cell state
acquisition -
v v
C
Procambium
differentiation -

Puc. 8.14. Pecynayus o6pazosanus HCuiok 3a C4ém nosapHo20 Mpancnopma ayKCcuta

B HOpMe mepBas m BTOpas mapbl CO3pPEBAIOT B HANpPABICHWU OT CPEIHEH KUIKH, a
TPeTbs — B NPOTHUBOIIOJIOXHOM HampasieHuu. JlomosHuTenbHas 00paboTKa ayKCHMHOM
YCHWJIMBAET MOTOKH U M3MEHSET A HepeHINPOBKY MPOBOASAIICH CHCTEMbI — 00pa3yeTcs OJHa
Oosiee kpynHas nerid. [Ipy MHTHOMPOBAHUM TONSAPHOTO TPAHCIIOPTA ayKCHHA IPOUCXOHT
CIIMSIHUE TsDKEeH MHUIMATIeH IpoKamMOusl.

3. ®opmupoBaHHe IPOKaMOHs
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CaokHblii auct. @acuuanus

VY apaOupornicuca OueHb NMPOCTOW JIMCT, JUCTOBAs IJIACTUHKA IUIABHO CYXaeTcs B
YepeIokK.

VY ropoxa ectb MyTaHThI, KOTOPbIE H3MEHSIOT CTPYKTYPY CIOkKHOTO Jucta (puc. 8.15,
8.16):

o tendrilless (tl) — 6e3 ycukoB (dhakTop Tpanckpumniuu HD-ZIP I)

e afila (af) — Bce TUCTOUYKH 3aMEHEHBI Ha YCUKH ((DYHKITUS HEU3BECTHA). DTH MYTaHThI
BaXHBI C TOYKH 3PEHUS MPOMBIIIJICHHOTO MPOM3BOJCTBA, MOYKHO HE HCIOJIb30BAThH
OTIOPHI ITPH MOJICBOM BBIPAILIUBAHUH.

e gf t/ double mutant — cHIBHO DPa3BETBIEHHBIMA JUCT, BMECTO YCHUKOB OOpa3zyeTcs
MHOYECTBO MEJIKUX JTHCTOBBIX IUTACTHHOK.

e tendrilled acacia (uni-tac) — romonor LFY u FLORICAULA, dbakTop TpaHCKPHUIIIUH
CIHMPAJIb-TIOBOPOT-CIHPANIb. AJIJIENTb C HU3KOM SKCIPECCHe HOPMAJIIbHOTO MPOIYKTa,
YCHKH MHOTAa 00pa3yroTcsl.

o unifoliate (uni) — amnenb ¢ HEPYHKIMOHATHHBIM TMPOMYKTOM, CIIOXKHBIA JIACT
MpeBpaIIaeTcsi B MPOCTON WIIH CIIa00JIONACTHBIMH.

npUANCTHUKK S0 F4
B
/ ; = xN
M30reHHas nMHUA "HemunHOBCKMI"  dacymmpoBaHHbii myTanT "LUtamboBbIH"

Puc. 8.15. Hamenenue cnoxcno2o aucma y Mymanmosg 2opoxa

Bo3HMKHOBEHUE CIIOKHOTO JIUCTa HEMOCPEJACTBEHHO CBSI3aHO ¢ Mepuctemoil. [lpu
dacrmanuy y ropoxa cnenupuueckuM o0pa3oM MeHSeTCs (UILUIOTAKCUC: JUCThS B Y3JIax
pacrnonararTcs He 10 OJHOMY, KaKk B HOpME MPHU ITUCTUXHUH, a TTapaMH (JIBa JINCTA BOSHUKIH
U3 €IUHOUN 0J1acTO30HBI). B 3aBUCMMOCTH OT BENTWYHHBI 0J1aCTO30HBI MOTYT 3aKJIaJbIBATHCS
KaK TPOCTO OpPraHW30BAHHBIC, TAK M CIOKHO OPTaHU30BAHHBIC JUCThS (BIUIOTH JO TPEX
JUCTHEB B OJHOW Ojacto3oHe). [Ipu pasnmeneHur Ha JBa CIIOKHBIX JIMCTa IEHTPAIBHBIN
NPWINCTHUK HMEeT 00a TIaJKUX Kpas, B OTJIMYHE OT OOKOBBIX, MOCKOJBKY OH MOJIy4aeT
MO3UIIMOHHYI0 HWHGpOpMaNMs cpa3dy OT ABYX JuCTheB. Jlmsg 0000BBIX mpu (acumarum
XapaKTepHO M3MEHEHHE COCTaBa CIIOXKHOTO JIMCTa (yBEIMUEHHUE YMCiIa JUCTOYKOB). B HopMme
y OTHOTO JMCTa €CTh EIMHCTBEHHAs I0YKa, KOTOpas pasBUBaeTCs B TMa3yxe, a y
bacIMMpOBaHHOTO JUCTA MPOCTPAHCTBO MAa3yXd YBEIMYEHO, YTO MOXKET MPUBOAHUTH K €&
3aMOTHEHUIO HECKOJIBKUMHU OOKOBBIMU MOOETaMHU.
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Jlekuust 9. /luddepeHunpoBKa KJIETOK IMUAEPMHUCA
HpOKCl/IMaJILHO-I[HCTaJILHaH HNOJAPHOCTD

Tuns! uddepeHIUpyONUXCcs KIETOK:
1. OcHoBHbIe KIeTKH (pavement) — uHOTIA AU PEepeHITMPOBAHBI
2. Bomnocku (Tpuxombl) + OKpy>Karoliue uX KIeTKU. TpuxoMbl pa3aTudHbIX THIIOB:
a) TPOCTHIE HA JINCTE U cTeOIIe
0) pa3IUYHON CTETICHU PA3BETBIEHHOCTH
B) JKEJIE3UCThIC (BBIACISIOT/HAKATTMBAIOT CEKPET)
I) KOpPHEBBIE BOJOCKHU
3. 3aMbIKaromue KIeTKH yCThHUI
[ToGouHBIE KIETKH YCTHUYHOTO anmnapaTa
5. Ily3bIpeBuaHbBIC KIETKH (Y 371aKOB)

[IpokcumanbHO-IUCTaNIbHAS ~ TOJSPHOCTH  MOMOTAET  BBICTPOUTH  MPOTpamMmy
Mopdorenesa u Jjerko e€ coOmomath. Camble 3penble CTPYKTYpbl HaOMIOJAIOTCS B
TUCTAJIbHOM YacTH JIMCTa, a B MPOKCHUMAaJbHOM YacTH pacrnojiaraiorcst Oosiee paHHHE
mubdepeHIMPOBKUA. Y OAHOIOIBHBIX JENIEHWE KIETOK MPOUCXOTUT y OCHOBAHUS JIHCTA,
Janee MPOUCXOAUT pacTsbkeHue u quddepenuponka. Kierku dopmupyror daiinst (psiasr). Y
JBYJOJIBHBIX B 3TOT MPOLECC BMELIMBAETCS JIaTepaIbHBINA POCT JUCTA (BIIMPH). Toraa Mexy
TuQepeHIIMPOBAHHBIMU CTPYKTYPAaMHU MOTYT BKpAIUIAThCS emé He AuddepeHnrpoBaHHbIe.

PazButHe Tpuxom

DOYyHKUNH TPUXOM:

® KJICHKHIA CEKpET JKEJIE3UCTHIX BOJOCKOB HYKEH sl 00€3ABIKHBAHMS HACEKOMBIX

® OTHYTMBaHUE HACEKOMBIX PE3KUM 3aaxoM

® OIyLICHUE U3 KECTKUX PA3BETBIEHHBIX KJIETOK HEIPUATHO IS ITOeAaTeIen

® Ha BOJIOCKaxX MOTYT 3aJIep>KUBATHCS MBUTUHKU, CTIOPBI TPUOOB

® BOJOCKHM 3aMEMJISIOT BO3yXOOOMEH, OKOJO JIMCTA IOBBIIIAETCS BIAXKHOCTb, UTO
3aMeJIsIeT CIapeHue

® Ha KOHYMKAX BOJIOCKOB OOpa3yrOTCSl KamlelbKH POCHI TAKUM 00pa3oMm, 4To (HOKyCcHOE
paccTosTHUE HUKOTJAa HE MPUIETCS HAa TKaHb JIUCTAa (CyXJACHHE O TOM, YTO JIUCT
00KUTAETCS TIPH TIOJIUBE THEM — MU })
Craguu pa3Burtusi Tpuxom (puc. 9.1):

1. Ha nucre BblmenseTcss KIE€TKa — WHUIMAIb BOJOCkKa. B Hell mnpoucxoaut
supopenymukanus JJHK, kneTka npu 3ToM yBennuuBaeTcsi B 00bEMe, HO HE JEeTUTCS.

2. Poct Bonocka HapyXxy (B BO3AYIIHYIO Cpeny), sIAPO MOCTENEHHO IepeMellaeTcs B
BEPXHIOIO YaCTh, CIEAYS 3a PaCTYLIUM BOJIOCKOM.

3. IlepBoe BeTBIEHHUE, NOSBIAIOTCS 2 BETOYKHM: IIPOKCHUMajbHas (HampaBlieHA K
OCHOBAHHUIO JIMCTA, K 0a3aIbHON YacTH) U JUCTaNIbHAS (HAMpaBieHa K KOHYUKY JIUCTA).

4. Btopoe BeTBICHHE: HA TUCTAJIHLHOM KOHIIE MOSBISIETCS OOKOBAst BETOUKA.

98

’; BLONOr NMEC KM L

M.B. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

5. Poct Betouek. Aapo npu 3TOM pacnonaraercsi B TOUKe MepBoro BeTBIeHUs. KineTku y
OCHOBAHUS BOJIOCKA 00PA3yIOT «IOJCTaBKY», MPUIIOJHUMAIOT BOJIOCOK.

Secondary Branch

Primary Branch Point

Point

» <&
r.
- 3
«@
e
el
(]
2
Proximal Distal |

Puc. 9.1. Pazsumue mpuxom
Jluctes apabuorncrca OMyUIeHbl TOJIBKO CBEPXY.
IlepBbie "roabie" myTanTsl (glabra)

MyTaHTbI:

e glabral — dhaxrop Tpanckpumniuu 3 MYB cemetictBa ¢ R2R3-nmoBropamu

e (ransparent testa glabral — O6enox WD40, kotopelii yuyacTByeT B cOOpKe
TPAHCKPHUIIIMOHHBIX KOMIUIEKCOB. [IOMUMO OTCYTCTBHSI BOJIOCKOB Ha IUCTBSIX, Y
MYTaHTOB TaKX€ HE CHHTE3UPYIOTCS OKHUCICHHBIE (DEHOJIBHBIE COCIUHEHUS
KOPUYHEBOTO I[BETa B CEMEHHOU KOXKype, TOITOMY OHA CTAHOBHUTCS MTPO3PAYHOM.

Wild type gl ttg1

Puc. 9.2. «l'onviey» mymanmeol
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Ha pannux stanax passutus reH GLI skcnpeccupyercss Bo BcéM nucte. Ha mo3aHux
JTanax OH JIOKAJIW30BaH B MPUJINCTHUKAX (Y OCHOBAHHUS JIUCTA).

Bomocok BeimensieT WHTHOUTOPBI, KOTOpbIE OJOKUPYIOT OOpa30oBaHHME HOBBIX
WHULMAJIEH B HEMOCPEJACTBEHHONW ONM30CTH K YXE€ CYIIEeCTBYIOIIEMY BOJIOCKY. I[lpu
TUIEPIKCIIPECCUH YUCIIO BOJIOCKOB HE MEHSIETCSL.

I'en 77GI Ha HayanpHBIX JTaNax JIOKAJIM30BaH B SApax BCEX KIETOK 3MMJAEPMHCA.
Bonee xpymHbIe siapa — 3TO MHUIMATM TPUXOMOB, Oymymiue Bojocku. Jlamee skcmpeccus
JIOKaJIM30BaHa B 0a3allbHOM YacTH JUCTA W PACTYIIMX yYacTKax snuaepmuca. Ha mo3mHux
sTanax ’3xcupeccus 717G/ nokaau3oBaHa B siipax TPUXOMOB.

o glabra? — daxrop Tpanckpunuuu u3 cemeiricrea HDZip Class IV, Gonee wmsirkoe
BBIPQKEHUE MYTAIUU: JIUCTOBBIX BOJIOCKOB CYIIECTBEHHO MEHBIIIE, YeM B TMKOM THIIE,
HO OHHM BCE-TaKd MPUCYTCTBYIOT (OAuMHOYHBIC). [Ipy 3TOM yBENIWYEHO KOJIUYECTBO
KOPHEBBIX BOJIOCKOB IO CpPaBHGHHMIO C JUKuUM THOoM. Y GL2 Oonee y3kas
JIOKaJIU3aIKsl, OH SKCIIPECCUPYETCS B TPUX00JIaCTaX/TPUXOMaX.

e glabra3 — dakrop Tpanckpumniuu u3 cemeiictea bHLH. MytanT noxox Ha glabra?.
[lo cpaBHEHMIO C JHWKUM THUIIOM MEHBIIE BETBUCTOCTh BOJIOCKOB, HUXKE CTEINEHb
MOJIMTIJIOWINH, HApYIIeH NaTTepH paclpe/esieHns BOJIOCKOB, PO HE MOJHUMAETCS B
TouKy pa3Buiku. Kak u GL2, nokanusyercs B siApax TpUxo0JacTOB/TPUXOMOB.

o gl3 egl3 — nBOWHON MYTaHT, BOJIOCKH IOJHOCTBhIO OTCYTCTBYIOT. ENHANSER OF
GLABRA 3 nybomupyer dynkimuio GLABRA 3. Ilpu o6paboTke AeKcaMeTa30HOM Ha
MOJIO/IBIX TPUMOPAUSIX JTUCTHEB MOSBISIOTCS MHOTOYUCIIEHHBIE BOJIOCKH.

Knacrepsbl Bo10CKOB

®axTops! TpaHckpunuuu u3 MYB-cemeiictBa ¢ R3-nosropom TRIPTYCHON (TRY),
TRICHOMELESS 1, 2 (TCL1, TCL2), CAPRICE (CPC), ENHANCER OF TRIPTYCHON
AND CAPRICEI (ETCI1), ETC2, ETC3 (CPC-LIKE3, CPL3) wrpaioT pojb TOJBHXHBIX
UHTHOUTOPOB MopdoreHesa TpuxoMoB. OHM YBEINYUBAIOT KOJUYECTBO BOJOCKOB: PSJIOM C
LHEHTPaJIbHBIM BOJIOCKOM BMECTO COINPOBOXKIAIOMIMX KJIETOK BO3HUKAIOT JOIMOJIHUTEIbHBIE
BoJIOCKH (Oosee Menkue), GopMupyercs Kiactep. Y JIBOWHBIX MYTaHTOB YHCIIO KJIACTEPOB
YBEJIIMYUBACTCS, Y TPOUHBIX — YBEIMUMBAETCS eUI€ CHIIbHEE U T.J. OTH (HaKTOPbl JBUKYTCS
TPAHCKJIETOYHO U 3aBHUCAT TOJBKO OT TeHOTHUINA WHUIMATA. DaKTOphl TPaHCKPUIIUH U3
MYB-cemeiicTBa, cnenududHbe TSI BOJIOCKOB, JOCTATOYHO KOHCEPBATUBHBIE B Pa3HBIX
CEMEHCTBAX.

Takum oOpa3oM, QyHKIUS HHTHOMpOBaHUS MOp(doreHe3a BOJIOCKOB 3aay0OiupoBaHa
MHO’KECTBOM T'€HOB, TaK YTO MOBPEXJCHHUE OJHOTO W3 HUX HE MPUBOJAUT K 3HAUUTEIHHBIM
pesynbrataM. Ilpu rumepsakcmpeccuy 3THX WHTHOMTOPOB HM OJHA KJIETKA SMHJEPMHCA B
BOJIOCOK HE MPEBPATUTCA.

3nech paboTaeT MoHenb aKTHBaTOpa/MHTHOMTOpa (cM. puc. 5.4). Y pacteHuil B
KauecTBe AaKTUBAaTOpa W UWHTHOUTOpa BBICTyHaroT (GakTtopel TpaHckpuniuun 717G u
TRYPTICHON cootserctBeHHO. I1TG n GLABRAI B3auMHO ycunuBaroT Ipyr apyra. Knerka,
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KOTOpasi UX dKCIpeccupoBaia, uAET 1Mo nporpamMmme mopdorenesa Bonocka. [lanee GLABRAI
aktuBupyer TRYPTICHON, KOTOpbI pacnpoCTpaHAETCS Ha OKpYXKalollhe KIIETKH,
uaruoupyetr GLABRAI n nonasnsier audepeHInpoBKy BOJIOCKOB. [loaTOMy B AMKOM THTIE
BOJIOCKH yJIaJIeHbl APYT OT Apyra.

HNHunuanuga BoJIOCKA

Ha puc. 9.3 perynaropbl cyapObl TPUXOM OKpAIICHBI B 3€NIEHBIA 1[BET, aKTHBATOPBI
(GL2/TTG2) — B *énthiir, a uaruoutopel (CPC/ETC1) — B opamxkeBblii. UEpHBIE CTpETKH
yKa3blBalOT Ha  aKTHUBAlMI0O TPAHCKpUIIMH. B  KkjIeTkax TpUXOM  HHTUOUTOPHI
HEMOCPEJACTBEHHO  AKTUBUPYIOTCS  aKTUBHUPYIOIIMM  KOMIUJIEKCOM M MEpeMelaroTcs
(MyHKTUpHBIC JIMHUW) B COCEAHUE KJIETKH, TJI€ OHM W SHJIOTCHHBIC HHTUOUTOPHI OJIOKUPYIOT
AKTUBHOCTh AKTUBUPYIOIIETO KOMILIEKCA, TeM caMbIM CHIDKas skcrpeccuto GL2/TTG2 nvmxke
TpeOyeMOoro moporoBoro ypoBHS MHUIIMHPOBAHUS (ITyHKTHUPHBIE CTPENKH). Takum oOpazom,
porpaMMa pa3BUTHSI TPUXOMBI B COCETHUX KJIETKaxX HE 3aIlyCcKaeTcs.

bHLH Myg \/ \

@

WD40

@D |

WD40 bHLH MYB

TTG1

<+
<+

HD-ZiplV | e HD-ZiplV

TAEL

Trichome Pavement cell

4

&

Puc. 9.3. 'enemuueckas pecynayus pazeumus mpuxom

WD40 Genku y4acTBYIOT B TPaHCKPUIITUOHHBIX KOMIUIEKCAaX, B YOMKBUTHHIIUTA3HBIX
KOMILJIEKCaX, B CUTHAIBHBIX KoMILIekcax ¢ G-Oenkamu u T.1. ]

Metox FRET wucnone3yercss ans u3ydeHHs OOpa30BaHHUS KOMIUIEKCOB (HaKTOPOB
TpaHckpunuuu. Pa3ubie pakToOpbl TPaHCKPUIIIIUHU MPU STOM ITOMEYAIOTCS C TOMOIIBIO PAa3HbBIX
dryopecueHTHBIX 0elKoB. B 3aBUCHMOCTH OT paccTOsSHUS, HA KOTOPOM OHHU PACIOIararoTcs
(psaooM WM NajgeKo, TO €CTh B KOMIUIEKCE WJIM HET), OyJeT MpPOUCXOAWUTH H3IyueHue B
onpenenéHHom auanazoHe. C MoMOIIbI0 JaHHOTO MeToaa Obuto obHapyxkeHo, uto TTG u
GLABRAI xonkypupyrot 3a cBs3piBanre ¢ GLABRA3. JIBa anbTepHaTUBHBIX KOMILIEKCA C
yaactueM GLABRA3 u TRY/CPC Taxxe KOHKYpHPYIOT (puc. 9.4).
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A B

GL1

i

PEY
-

Puc. 9.4. Mooenb KoHKypeHmH020 83aUmo0etcmaus mpaHCKpUNYUOHHbIX (paKkmopos

IIpu ob6paborke wmyrtantoB TTG ropmoHamu (KAcMOHATHI, LUTOKHHUHBI,
ru00epesnHbl) M0 KParo JTUCTa POPMUPYIOTCS TPUXOMBL. DTO CBS3aHO C TEM, YTO B Pa3BUTHH
KPaeBbIX BOJIOCKOB YYaCTBYET IPYTOi TPAHCKPHUITIIMOHHBIA KOMILIEKC:

e TTGI1 (WD40)+ TT8 (bHLH) + GL1 (MYB) — xpaeBbie BOIOCKH
e TTGI (WD40) + GL3 (bHLH) + GL1 (MYB) — nienTpanbHbie BOJIOCKU
e TTGI1 (WD40) + TT8 (bHLH) + PAP (MYB) — cemeHHas kKoxypa

Takum obpazom, TT8 cimyxut nydaé€pom GL3 B mporecce 06pa3oBaHusi TPUXOMOB IO
kpato Jucra. Kpalh — camas ys3BUMas 4YacTh JIMCTa, KOTOpas B TEPBYIO OdYepenb
MOBPEXJAeTCs HACEKOMBIMU. [109TOMYy y HEKOTOpBIX PAacTeHHMU IHEHTpalbHAs YUCTh JIUCTA
omnyieHa cnabo WM BOBCE HE OIyIlEHa, a OMyIIeHHe Mo Kparo ycuieHo. Kpome toro, mpu
NOBPEXKJICHUN JIUCTA HOBBIE JTUCThS 00pa3yloTCsi ¢ Topas3zno Oojiee TYCTHIM ONyLICHHEM. A
KACMOHAThl Kak pa3 SBISIOTCS CBUICTEIHCTBOM IIOPAHEHUS, MOITOMY TPUBOIAT K
AQHAJIOTUYHBIM TTOCIICIICTBHSIM.

B pasBuTHM JHCTBEB €CTh ONpENeNEHHOC BPEMEHHOE OKHO, KOTJa MOTYT
chopmupoBatbcs TpuXoMbl. Y MyTanToB 1o reny REDUCED TRICHOME NUMBER (RTN)
9TO OKHO COKpAalIeHO, B pe3yJIbTaTe 4YEero TPUXOMBI O0Opa3yloTCs B yMEHBIICHHOM
KoJudecTBe. DTO (akTop TpaHckpunmmu n3 MY B-cemeiicTBa, KOTOPBIM Tak)Ke Ha3bIBACTCS
enhancer of try and caprice 2 (ETC2).

ABTONOJHUIIIOUIN3 AU

K momenty mombéma snpa 3a CYET MOJUIUIOUIMU3ALMM JTOCTUTaeTcs ypoBeHb 16C,
nainee eme pa3 MPOMCXOAMUT JHIOpPEAYIUIHKanus, (GopMHpyeTcs CTaHIAPTHBIA TPUXOM C
Habopom 32C. DT0 XapakTepHO I JUIUIOMJHOTO pacTeHHsl. Y TETParuIOuTHOTO
apabuoncuca BOJOCKU MOJY4YarOTCs KpymHee W ¢ 0OmbimM ducioM Betouek (64C). Do
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TOBOPUT O TOM, YTO PACTEHHUE CYUTAET AaKThl SHIOPEAYIUIMKAIMH, BHE 3aBHCHUMOCTH OT
n3HavanpHOro ypoBHs JIHK. Amnamormunoro sddexra MoxHO m00uThCsA, oOpadaThiBast
pacteHre ruOOEpesIMHOM — OH CHOCOOCTBYET AaBTOIOJIUIUIOWIU3AUUU M YBEIUYHMBACT
KOJIMYECTBO TETPAIJIOUIHBIX U OKTOIJIOMJIHBIX KJIE€TOK. CyIIecTBYIOT MyTaHThI, HallpuMep,
kaktus (kak), y KOTOpBIX HapylleH AAHHBIN IPOLECC, U U3 AUILIOMIHOTO YPOBHS pacT€HUE
cO311a€T sipa ¢ OONBIICH MIIOUIHOCTHIO U 00Jiee BETBUCTHIE, KPYITHBIE TPUXOMBI. Y MYTaHTOB
spindly-5 (cuctremMa  KOHTpoONsi JeHCTBUS TruOOepe/uiMHa) HaOMIONAIOTCS  CHIBHO
pa3BeTBIEHHBIC BOJIOCKU Ja)Ke B OTCYTCTBHE THOOEpeunHa.

Ha ypoBeHb IUIOMIHOCTH TPHUXOMOB BIHUSET MHOXECTBO TE€HOB. YeMm BbIIIE
JOCTUTHYTBIM ypOBEHb IUIOUIHOCTH, TEM 00Jiee pa3BETBIEH TPUXOM.

O6wruno nocne perumnkanuu JJHK kimetka nemurcs. Ho B Tpuxome 3TOro mpou3ouTH
HE JOJDKHO, YTO OCYIIECTBIISIETCA 3a CUET T€HETHYECKoro KoHtposs. Perynarop SIAMESE
(SIM) — maruoutrop CDK, He maér kneTkam nepeitu B ¢dazy muTo3a. Jkcnpeccus reHa SIM
COCpEIOTOUYEHA B MPOKAMOUATHHBIX KIETKAX, a TAK)KE B MOJIOJBIX PA3BUBAIOIINXCS JTUCTHSIX.
lumepakcrnpeccust MPUBOAUT K YMEHBIIICHHOMY KOJUYECTBY KJIETOK W TMOSBICHUIO KPYITHBIX
BBICOKOTIOJIMIUIOM/IHBIX ~ KJIETOK, TIPH 3TOM TPOLECC B OCHOBHOM  3aXBaTbIBAaeT
SMHJIEpPMANIbHbIE KIETKH, N3-32 YEro MEeHsAeTCs opmMa JIMCTa.

MyTaHTBI BEeTBJICHUSA

o stishel (pe3er, KOIOUYKA) — TPOCTHIC BOJIOCKU 0€3 BETBICHHUS, PO TOTHUMACTCS

e stachel (Wmuib, Kajg0) — MPOMYIIEHO MEPBOE BETBICHUE, €CTh JBE BETOUKH, SAPO
MTOTHUMAETCSI, HO HE IOCTHTAET Pa3BUIIKH

e zwichel (zwi) — Anpo TOAHUMAETCS 10 MECTa Pa3BWIKH, €CTh NEPBOE JCICHHE Ha
MPOKCUMAIILHYIO M IUCTAIbHYIO BETOUKH, BTOPOE JICJICHHE HE TIPOUCXOIUT

e furca (frc) — rpymnmna MyTaHTOB C OTCYTCTBHEM BTOPOTO BETBIICHUS AUCTATBHONW BETBU
Nuannumanus BETBIEHUS TPUXOM — CIIOKHBIA IPOLIECC, HA KOTOPBIA BIMSIOT Pa3HbIC

ressl (puc. 9.5).

FRCI FRC3
N
NOK — AN ;; intiation
st / FRTCZ '}x
ZWIL N FRC4 «— GL3
N
TRY

Puc. 9.5. I'enemuueckuii KOHMPOIL GeMBEHUL MPUXOM Y APAOUOONCUCA

Jlns BeTBieHUsT HEOOXOAMMA CTAOWIIM3aLUsl IUTOCKeNeTa, (OPMHUPOBAHUE «TOUYKU
onopbl». B IMMPOKOM CcMbICIE BETBIEHHE — 3TO HAIMpPABICHHBIM POCT, KOTOPBIM ObLI
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MEPEOPUEHTUPOBAH MO OTHOIIEHUIO K MCXOJHOW OCH pacTyliedl KiIeTku. M3MmeHeHuto
HaIpaBJIEHUsI pOCTa CIOCOOCTBYET MepeopreHTanust Mukporpyoouek. IlosBnenue naxe easa
3aMETHBIX BBIMYKJIOCTEH Ha TMOBEPXHOCTU KJIETKH TPUXOMBI SBJISETCS  BUAUMBIM
MPOSIBIEHUEM UHHUIIMALUN TOYEK BETBICHUS.

[TaknuTakcen — XUMUUYECKUI areHT, KOTOPbIA HE AT JeToNINMEpU30BaThCs TyOyIuHy
U crabunusupyer uutockener. Ha ero ¢one naxke y MyTaHTOB C OTCYTCTBHEM BETBJICHHUS
HaOJro1aeTCsl MosIBIEHUE BeeX TPEX BeTouek. OpH3aiuH — MelaeT cOopke MUKPOTPYOOUeK.
Ha ero ¢one Gpopmupyrorcsi mapoBUIHO-pa3yThie BOJIOCKH ¢ HEPAaBHOMEPHO OTIIOXKEHHBIM
KJIETOUYHBIM MaTEPUATIOM.

[TomMumo BeTBIEHUS MOXKET OBITh HApyIIEHO HAMpaBieHHE pOCTa — 3aBUCUT OT
MUKpO(DHIaMeHTOB (Y MYTaHTOB crooked), paABHOMEPHOCTh YKJIAJKUA KJIETOYHOTO MaTepuasa
— 3aBHCHT OT MHKpOTpyOouek (y MyTaHTOB gnarled). Tlocnemuuii stanm ¢GopMHUpOBaHUS
BOJIOCKOB — MHKpYCTaIUs (3aTBEpACBaHUE 32 CUET OTIIOKEHUH IEIITI0I03b1). Y MyTaHTOB glh
(GLASSY HAIR — daxropsl TpaHckpunuuun u3 cemeirictBa HD-ZIP 1V) stor mpomecc
HapyIeH, HaOII0Aal0TCs JIOMKHE «CTEKJIOBHIHBIC)» BOJIOCKH ¢ TOHKOM KJIETOYHOH CTEHKOM.

B HopMme y apabuponcuca CeMsAIOJbHBIE JIUCThSI M IJIOJOJIMCTUKU COBEPIICHHO
JIMILEHBI BOJOCKOB. [IpocThie BOJIOCKHM BCTPEYAIOTCS HA «HUKHEW» CTOPOHE YaIIEINCTUKOB.
TpoituaTbie BOJIOCKH B HOpME MPUCYTCTBYIOT Ha BEpXHEHl MOBEPXHOCTH JIMCTA, a BUJIbYATHIE
BOJIOCKH BCTPEUAIOTCS KaK aHOMAJIMK [IPOTPAMMBI Pa3BUTHSL.

PazButne TprxoMoB — CJIOXKHBIN MOP(HOTEHETUUECKHUI MPOIECC, KOTOPBIA HA KaXJI0M
W3 3TANoOB KOHTPOJUPYETCS] MHOKECTBOM T'eHOB (puc. 9.6).

STI STI
AN AN
ZWI ZWI
GL2 SIM FRC FRC
> = > > >
Cell fate Switch to the p 7
specification endocycle . NS Branching Cell growth ——————
Endoreplication Endoreplication Endoreplication
dependent depe/ndent independent

N 2C «p 4C «»8C =p 16C =p 32C —/

s KAK GL3 =CKls =CYCB1;2 CYCA2;3

=RFI RHL2 5 *CYCD3;1 CYCAS3;2
o YR sCUL4
'H'F; CDT1 -|—
=FA CDC6
=E2Fa + RBR —] =CCS52A1 o | GTL1

Bl

«E2Fc e

E2Fb » sDEL1

Puc. 9.6. I'enemuueckas pe2ynsayus npoyecca pazeumusi mpuxom
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KopHeBbie BoJ10CKHT

KopHeBbie BOJIOCKM HE 00s3aTeNbHbI JUIS TOTJIOMICHUS 3JIEMEHTOB MHHEPAIbHOTO
nutanus. KopeHb MOXKeT BOBCE HE UMETh KOHEBBIX BOJIOCKOB (HAIIPUMeED, JYK). Y HEKOTOPBIX
pacTeHHil Bce KJIETKHU SMHAEpMUCAa KOPHS MPEBPaIllaloTCsi B KOPHEBbIE BOJIOCKHU (Hampumep,
daconp). Y apabugornicuca dYacTh KIETOK HE (DOPMUPYIOT KOPHEBBIE BOJOCKH —
aTpuxo0J1acThl, a U3 OCTABIINUXCS (POPMUPYIOTCS KOPHEBBIE BOJOCKH (TpUxobJaacThl). Kak
y JUCThEB OIHOJOJBHBIX, KJIETKH B KOPHE JIeKaT KJIETOUHbIMH (paiimamu. y apabujorcuca
npumMepHo 19-20 (aiiaoB ydacTByeT B MOCTPOCHUH SMUIACPMBI KOPHs. TO ecTh BOJIOCKH JHO0
€CTh BO BCEM (paiine, b0 Her.

Mytauun renoB 177G, GL, EGL, CPC u pap. TakXe OTpa)kalOTCsi Ha pa3BUTUU
KOPHEBBIX BOJOCKOB. DYHKIMM 3TUX T'€HOB Ha JHCTBAX M B KOpHE 3epKajibHbl. Eciu B
muctbsix 1TG, GL, EGL aBASOTCS OJIOKUTENBHBIMU PETYJIATOPAMU U 3alTyCKAalOT Pa3BUTHE
BOJIOCKOB, TO B KOPHSIX, HAOOOPOT, TOPMO3AT Pa3BUTHE KOPHEBBIX BOJIOCKOB. Takum oOpazom,
y MYTaHTOB g U gl JHUCThS «TOjble», a B MOJ3EMHON YacTW BCE KJIETKH IpPEBpAIICHBI B
tpuxo06aactel. CPC AeHCTBYEeT pOBHO HA00OOPOT, MYyTaHTHI 3€pPKAIbHO TTPOTUBOIIOIOKHEI.

BaxxHyro ponb urpaeT mo3UIMOHHBIN KOHTpoIb. Tpuxobnacter (H-cell) HaxonsTcs B
MecTax KOHTaKTa JIByX KJIETOK KopTekca. Kierka, nexamias HaJ OJHOM KJIETKOH KOpTekca
(N-cell), He maét KOpHEBHIX BOJOCKOB. B amamoiacte Mo KJIETOYHBIM CTEHKaM MPOUCXOIUT
QG dy3ust KOPOTKOrO TMENTHAA, KOTOPBIA CBs3bIBaeTcs ¢ perentopoM SCM B OGnmxaiiieit
KJIETKH 3MUACPMBI KOpHS, B pe3yibrare yero uaruoupyercs WER u kietka pasBuBaercs B
KOpHEBOH BOIOCOK (puc. 9.10).

cortex ( cortex

Auxin/
Ethylene

Non-hair
Differentiation
Genes

Root-hair
Differentiation Genes
(including bHLH54, COBL9,
COW1, EXPT7, IRE, LRX1
MRH1.3, PRP3 MRH3)

Non-hair
Differentiation
Genes

Root Hair Cell

Non-Hair Cell

N cell position H cell position

Puc. 9.10. Koumponv cyobbbl kiemok 8 anudepmuce KOpHs apabuooncuca
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WEREWOLF (WER) — cuetnduuecknii haktop Tpanckpuniuu u3 MY B-cemelicTsa,
KOTOPBI XapaKTepeH TOJIbKO JUIsi KOPHEBBIX BOJIOCKOB. Y MYTaHTOB wer Pa3BUBAETCS MHOTO
TpuxobnacToB. ['unepskcnpeccrs NpUBOAUT YMEHBIICHHUIO YKCIa KOPHEBBIX BOJOCKOB. JTO
O3HayvaeT, uto WER sBIgeTCs CynpeccopoM BOJIOCKOB.

WER »kcnpeccupyeTcss B KJIETKaxX SMUICPMAIBHOIO CJIOS, HauWMHasg C WHULMAJEH
snuaepmbl. 1TG  3KcIpeccupyeTcsi paBHOMEPHO IO BceM KieTkaMm snuaepmuca. GL2
IKCIIPECCUPYETCS B OTMIEIBHBIX KIETKaX KOPTEKCa KOPBI.

s dhopMupoBaHHS KOPHEBOTO BOJIOCKA HYXXHO coOpaTh MPUMEPHO TaKOH ke
TPAHCKPUITIIMOHHBIA KOMIUIEKC, Kak u JJsl Bosiocka Ha jucre (puc. 9.10): TTG1 (WD40) +
GL3 (bHLH) + WER wmu CPC (MYB). Mexny WER u CPC wunér xonkypeHius 3a
CBS3bIBAHHE B KOMIUIEKCE, T.K. OJUH SIBJISIETCS WHTHOUTOPOM, a APYrodl aKTUBATOPOM
IPOrpaMMbl pa3BUTHS KOPHEBBIX BOJIOCKOB.

ROOT HAIR DEVELOPMENT (RHD 1, 2, 3, 4) — reHbl, BIUSIONIME HA Pa3BUTHE
KOPHEBBIX BOJIOCKOB YK€ MOCIIC MHUITHAIINHN:

e rhdl — TUpW WHUIMAIMK HET OTPAaHWUYCHHUS MaTepuana KICTOYHOW CTCHKH, B
pe3yJbTare 4ero y OCHOBaHMSI BOJIOCKA JICKUT Ha «ITOIYIIKE

e rhd2 — KOpHEBOW BOJOCOK MHHMLMHUPYETCS, TMOSBISETCS MaJlleHbKUH Oyropok, HO B
nanpHeWeM MeMOpaHa KIIETOYHOM CTEHKM JIomaercs, pa3BUTHE TpuxoOiacTa

OCTaHaBJIMBAETCs

® rhd3 — HapylIeHO HallpaBiIeHHE POCTa (AKTUHOBBIN ITUTOCKETIET)
® rhd4 — HapylieHa paBHOMEPHOCTh YKJIAJIKU KJIETOUYHOTO MaTepraia (MUKPOTPYOOUKH)

JIBOWiHBIE MYTaHTHI OOJIAAIOT AJJAUTHUBHBIM (EHOTHIOM. rhd2 NOMUHHpYET Hax
OCTAJIbHBIMA MYTAIlMsMH, pa3BUTHE Tpuxobiacta ocraHaBimmuBaercsi. RHD2 — NADPH
OKCcHJa3a, reHepupyer akTuBHble (opmbl kuciopoaa (ADK), daro BaxkHO mis (uUKcAIUH
(>k€CTKOCTH) KJIIETOYHOM CTEHKH Ha KOHYHMKE BOJIOCKA.

OrpoMHOEe BIMSHHE Ha KOpPHEBbIE BOJIOCKHM OKAa3bIBAIOT 3JIEMEHTHl MHHEPAIbHOIO
nuTaHus, AeQUUUT J1I000r0 M3 HHUX BBI3BIBAET OOMJIBHOE pa3BUTHE JIUHHBIX KOPHEBBIX
BOJIOCKOB. Jlaxke y MyTaHTOB (cpc, wer) nebunur xene3a u (ocdopa NpUBOAUT K
OTPAIIMBAHUIO TOTIOJTHUTEIBHBIX TPUX00IACTOB.

Takum oOpazom, mporpaMma pa3BUTHS BOJIOCKA MOXKET BKIFOYAThCS HE TOJIBKO 3a CUET
BHYTPEHHUX CHUTHAJIOB, HO W TOJ] BO3/ICWCTBUEM TOPMOHAIBHBIX U MEXaHHYECKUX (PaKTOPOB
(puc. 9.11). DTunen BeIIENsACTCA NMPU MEXaHWYECKOM cTpecce. Korma KopeHbp mpeojosieBaeT
MOYBY, ATHJIEH BBIAEISETCS MPOMOPLUUMOHAIBLHO €€ compoTuBiIeHUI0. [Ipu MOBBIIIEHHOM
COTPOTUBIIEHUU OJHA M3 3a7au KOPHSA — 3aKPEeNHUTbCS B TPYHTE, UL YEero Mo JeHCTBUEM
STUJIEHA BBIPACTAIOT JIMHHbBIE TYCThIe KOPHEBBIE BOJOCKH. AYKCHH BBI3bIBAET PU3OTEHES, €r0
BO3JICHICTBHE YAaCTO COMPSDKEHO C CHHTE30M JOIMOJHUTEIBHBIX TOPIHMHA  ATHIICHA.
CTpUTONaKTOHBI BO3HHMKAIOT B KOPHSX B OTBET Ha JAC(PHUIMT AIEMEHTOB MHUHEPAILHOTO
nuTaHus, npexnae Bcero (Qocdopa. JKacMoHATHI  BBIASNSIOTCS TIPU  MEXaHHYECKOM
MOBPEXACHUH (HapUMep, TPABOSIHBIMK). B perynsiuu y4yacTBYIOT U JPyTue TOPMOHBI.

106

’; BLONOr NMEC KM L

M.B. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Low Boron Saeaeiees

—

A

Ethylene

N
\

Biosynthesis
Transport
Signaling

Root hair growth

Puc. 9.11. Ilymu peeynayuu pocma KOpHeBbIX 80JI0CKO8

YcerenuHbIH anmapar

YcThula HyKHBI I PETYJISIUN UCTIAPEHUsI U Ta30CHAOKEHUs. Y CThUUHBINA amnmapar
COCTOUT W3 JBYX THIIOB KIETOK: 3ambikatomue (guardian) wietku ycrbun (QC) u
conpoBoxaatontue (modounsie) kieTku (EC). VYcrpuma Moryt pacmosaratorcs cpeau
OOBIYHBIX KJIETOK JMHAEPMBI JIUCTA, KICTOUYHBIMU (aiiamu (y OJHOAOJBHBIX, 371aKOB), a Y
apabujoricuca M psaja JApYyruxX pacTeHH BO3HHMKAET aHU3OLUTHBIA YCTbUYHBINA ammapar: JIBe
3aMBIKAIOIINE KJIETKH, MEXIY HUMH yCTbUYHAs IIENb, @ BOKPYT MO CIUpPAIU JIeXAT TpU
COIIPOBOKIAIOIIME KJIETKU Pa3HOTO pa3mepa.

Pa3BuTHe ycTpMYHOrO ammapara W3 MOPOTOAEPMBbI NPEACTaBIEHO Ha puc. 9.12.
WNHunmans MepucTeMOuIa OTIUYACTCS OT MPOTOACPMATHHON KJIETKH — IIUTOCKENET U SIIPO
CMEIAoTCs K OJHOMY KOHILY, B pe3yJIbTaTe Yero MpOoU30UIET HEpAaBHOE JIETICHUE KIIETKU.

[TepexmtoueHne Tuma KIETKA KOHTposimpyeTcs (akTtopamu TpaHckpurmuun bHLH
(puc. 9.12):

e SPEECHLESS (SPCH) - accumerpuuHoe naeineHue (IIpH MyTalldd BCE KIIETKU

CTaHOBATCA KJIETKaMU OCHOBHOM 3MUJIEPMBI, 0€3 YCTHHUII)

e MUTE — nepexoa K MHUIMAIIN 3aMBIKAIOIITUX KIETOK (MPU MyTaIlUH KJIETKH JEISATCS

B PEKMME MEPUCTEMOMIA)

e FAMA - cummerpuuHoe felieHHe, (pOopMHUpOBaHWE 3aMBIKAIONIUX KJIETOK (TpH

MyTallud OHU HE (HOPMHUPYIOTCSI)
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e il

Amplifying/(

bHLHs @

©= .
mplifying bHLHs bHLHs
ICE1 FAMA ICE1
) —
o Entry
Protodermal Meristemoid Meristemoid
cell mother cell Guard mother

cell
l Guard cells

Other fates: =
pavement cell N
or trichome Spacing G
e — @
Key

[ Protodermal cell [E Meristemoid mother cell (MMC) [ Stomatal lineage ground cell {SLGC)
Il Meristemoid [l Guard mother cell (GMC) [0 Guard cell (GC) [ Pavement cell

Puc. 9.12. Pazsumue ycmvuuno2o annapama y apabuooncuca.

[Taptépsl, B3anmoaeiicTByromue co SPCH, MUTE u FAMA — INDUCER OF CBF
EXPRESSION 1 (ICE1) = SCREAM (SCRM1 u SCRM2). D710 $akTopsl TPaHCKPUIIITTH
bHLH-LZ, npu MyTanmuu NMpakTUYECKH BCE KC M3MEHEHHON (DYHKITMEH KIIETKH SMHUICPMBI
IpEBpalllaloTCsl B 3aMbIKaOIUMe KJIETKM ycTbull. Ilorepss (yHKUMHM DOPUBOAUT K
PaBHOMEPHOMY MapKeTy 0€3 yCThHII.

MepucrtemMon1 BbIIENSIET LUCTEHHOOOTAIEHHBIE KOPOTKHE menTuabl (okoio 50
amuHokucior) EPIDERMAL PATTERNING FACTOR LIKE (EPFL) family. Koporkue
nentuasl EPFL B3aumopeiictBytor ¢ penentopHsiMu kuHazamu LRR-RK tuma: ERECTA
(ER), ERECTA-LIKE 1 (ERL1), ERECTA-LIKE 2 (ERL?2), 9to u3o6paxeno Ha puc. 9.13.
OTO NPUBOIUT K OIPaHUYEHUIO ACUMMETPUYHBIX AEICHHUH, 4TO HE JA€T COCEJHUM KIIETKaM
IpeBpalaTbcsd B MEPUCTEMOU Bl U 00Pa30BbIBATh HOBBIE YCThHIA. TakuM 0Opa3oM, BOKPYT
MEpPUCTEMOM/1a BO3HUKAET 30Ha UHIMOMPOBAHHUS.

Y wMytanToB mo peuenrtop-nogoonomy 6enky TOO MANY MOUTH (TMM)
(bopMHpYIOTCS KJIacTephl U3 MOJHOLIEHHBIX YCTBUI C IBYMS 3aMBIKAIOIIUMH KJIETKAMH.

EPFL9 (STOMAGEN) Beimensiercs kieTkamMu — me3odwmia  (ecad  OHU
«3aJpIXal0TCs»), NBUXKETCS K dIHAEPME M CcrocoOcTByeT auddepeHInpoBKe KIETOK B
ycrbuna. STOMAGEN na ypoHe penientopoB KoHKypupyet ¢ EPF1/2.
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A MNapaKpuHHasa mogenb B AstokpuHHasa mogenb C CmewaHHan mogens

Meristemoid

SLGC

spacing?

spacing? spacing?

Puc. 9.13. Bzaumooeticmsue yucmeuHob02aujéHHvlx nenmuo08 ¢ OKPYHCArOUWUMU KIemKaMU

®daxrtops! Tpanckpumiuu R2R3 MYB family FOUR LIPS (FLP) u MYBS88 npuBosr
K HapyUIeHHIO TMpoliecca IeNIeHUs WHUIMAIM 3aMbIKAIoIUX KieToK. KieTku mnbiTatoTcs
chopMUpOBaTh YCTHUUHYIO IIEIb MO 00€ CTOPOHbI KOHTaKTa, B pE3yJbTaTe 4Yero
dbopMupyrorcs He (DYHKIHMOHAIBHBIE YCTBUIIA, KOTOPBIE HE MOTYT 3aKPBITCS M CHIJIBHO
UCHIapSIOT BOLIY.

YV mytantoB MUSTACHES nHapyuieHo AefieHre WHUIHAIK 3aMBIKAIOIIUX KIIETOK, B
pe3yJbTaTe 4Yero 3aMbIKAIOIIME KIETKU JIeKAaT HE CHUMMETPUYHO, a CO CMEIICHUEM, IO
cniupanu. Hapymenus B ABK-curnanunre Takke NpuBOIsIT K HEQyHKIIMOHATBHBIM YCThHUIIAM
C OYEHb KPYITHOM IIEJIbIO, YTO HE MO3BOJISET YCTHUIIAM 3aMBIKAThCSI.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Jlekuust 10. Mopdorene3 nBerka
Hepapxust nporpamMm pa3BUTHA

Ha mHaykuuro nBeTeHUs MOTYT BO3JICHCTBOBATh pasHOOOpa3Hbie (PaKTOPHI:
e (doromnepuos
e Temreparypa
e mrtanue (C/N)
e BHyTpeHHHUE cTUMYJBI (FT — ¢gnopuren, CO — KII0YEBON TeH MHAYKIUH (JIOPUTEHA,

SOC2 u LFY — unterparopsl (opajgbHOr0 pa3BUTHS)

[Ipy MHAYKIMU [BETEHUS BKIIOYAIOTCS TE€HBI MASHTHYHOCTH (IIOPATBHBIX OPraHOB
(ABCDE-cuctema). He MeHee BakeH KOHTPOJIb CTPYKTYpPbl MepucTeMbI. J[Ba 3TH mporecca
CBSI3BIBAIOT KaJacTpaJibHble T'€HBI, KOTOpbIE IOJ OMNpeneiEHHbIE TPYMIbl HACHTUYHOCTH
OTBOJIAIT ONpeeNEHHbIE YaCTU MEPUCTEMBI. Jlanee mMpoucXoauT pa3MeTKa IBETKA U pa3BUTHE
€ro OpPTraHoB.

doTonepuoau3mM

[TepBooTkpriBatenu ¢oTonepuoansMa — ['appu Apaens Aajapa u Yantem Yamuic
I'apuep. beut monmyuen mytant Nicotiana tabacum moj HazBaHueM MbapuieHACKH MaMOHT
(Maryland Mammoth), koTopbsle He 3alBeTaI U TOCTUT OTPOMHBIX pa3MepoB. Ha ynuBnenue,
OH 3alBENT B 3MMHUE MECSLBI B TEIUIMIIE.

UyBCTBUTEIBHOCTh K JJMHE JIHS XapakTepHa JJIi MHOTHUX PACTEHUU YMEpPEHHBIX
mmpoT. 1o peakuu Ha JJIMHY AHS pacTEHUS KIACCH(PUIUPYIOT HA JUIMHHOIHEBHBIE (IIBETYT,
KOrJla JICHb WPEBBICHI KPUTHUYECKYIO JUIMHY), KOPOTKOAHEBHBIE (I€HH CTal MEHBIIE
KPUTHYECKOM JJIMHBI) U HEUTPAJIbHBIE.

B tpuauareie roget XX Beka Muxaua Xpucropopouy YaijaaxsaH mpeanonoxul,
YTO IOJ BO3JECUCTBUEM OIPEIACICHHON UIMHBI JHS B PACTEHUAX CHUHTE3UPYIOTCS BELIECTBA
TOPMOHAJIBHON TPHUPOABI, COYETAHME KOTOPBIX M MHAyLHMpyeT LBeTeHue. [lpnuém
CHUHTE3UPYIOTCS 3THU BELIECTBA BO BIIOJIHE ONPEIEICHHBIX «KOMIIETEHTHBIX OpraHax» — B
3penbIX, CPOPMHUPOBABIINXCS JHUCTHSIX U OTTYAA MOCTYMAIOT B BEPXYIICYHYIO MEPHUCTEMY
(popmupyromtytocss 1mMouky), ompenensis e€ NanbHEHIIyl0 cyab0y (4eM CTaTh: JMCTOBBIM
noOeroM WM 1BETKOM). MOJIOOH, TONBKO YTO PACKPBIBIIMICS JUCT HECIOCOOEH
CHUHTE3UpPOBATh 3TU BemlecTBAa. He MOryT MX CHHTE3UpOBATb U MOJIOJbIE pAcCTEHUs, HE
HaOpaBIIue HYXXHOW KpUTHUYecKoW Omomaccel. Hampumep, B mepBbIii Toa mocie IoceBa
CEMsH, JUIMHHOJHEBHBIE PACTEHHUs, TAKUE KaK KOJOKOJIbYMK M HAIEPCTSAHKA, HE IBETYT, BCE
UX yCWJIWS HalpaBJeHbl HA «HApallUBaHHE» OMOMACCHl U MPUOOpPETECHHE «KOMIIETEHTHOCTH»
K MOCJIEAYIOIIEMY LIBETEHHUIO.

Muxaun Xpucrohopoud YainaxssH MPOBOAMI OIBITHI C XPU3AHTEMOM W TEPHILIION
(KOpOTKOJTHEBHBIE PpACTeHHSs), pynOeKuell (ATUHHOTHEBHOE PACTEHHE), MOJCOJHCYHUKOM
(HeWTpallbHOE pacTeHue), TabakoM (copTa ¢ pa3sHOW YYBCTBUTEINBHOCTBIO K JUIMHE IIHS) U
MHOTUMH JPYTHMH PACTCHHSIMH, YTOOBI BBICHUTH, KAKOW OpraH pacTEeHUs BOCHPUHUMAET
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

muHy JHS. [lockonbky Ha cBeTy BCE BpeMsi HAXOHAATCSA JIUCThS, CTEOIM U MEPUCTEMBbI
no0OeroB, 3HAYWT, JIMHY JHS JIOJDKEH «PErMcTPpUpOBATH» OJUH U3 3TUX opraHoB. Jloruka
JKCIIEpUMEHTa Oblla MPOCTa: CPEXKEM C BEPXYIIKH BCE MOJOJbIE JIUCThSA, YTOOBI OHU HE
MOIJIM  IIOCBUIATh CHUTHAJBl MEPHUCTEME, a CTapble JUCThi OCTaBUM. Bo3bpMEéM
CBETOHETPOHUIIAEMYIO TKaHb. Y OJJHOTO PacTEHHsI CTapble HIKHUE JIUCTh Oy/1eM 3aKphIBaTh
ITOH TKaHbIO MOPAHBIIE BEYEPOM, a BEPXYLIKY OCTaBMM Ha CBETy. JIMCThA OKaxyTCs Ha
KOPOTKOM JIHE, @ MepHCTeMa — Ha JJTMHHOM. Y JpYyroro pacteHus OyneM BeuepoM HaKpbIBaTh
BEPXYILKY, a JINCThSI OCTABUM Ha JJIMHHOM JHE.

JIEHb
16 u

HAE€Hb

A b B r

Puc. 10.1. Oneim Yatinauaua, nokaswvlearowuii poib 1IUCMbes 8 GOCNPUAMUU OJIUHbL OHS

Oxa3anoch, 4TO €CIIM JUCThbS XPU3AHTEMBI MAJIO «OOIPCTBYIOT» U JOJITO «CIAT», TO
pactenue 3anseraeT (puc. 10.1 b u I'). Ecnu y nuctbeB OyneT «UIMHHBINA JEHb» U «KOPOTKas
HOYb», TO LBeTeHUs He mpoucxomuT (puc. 10.1 A), gaxke ecnum TPUTEMHATH TKAHBIO
MepHUCTeEMY, co3faBas el yciaoBusi kopotkoro Aus (puc. 10.1 B). menno torma YainaxsH
NPENOI0XKUI, YTO B JIUCTHSIX NMPU KOPOTKOM JTHE 00pa3yloTcs HEKHE BEUIeCTBA, KOTOPHIC
TPAHCTIOPTUPYIOTCSI B MEPUCTEMY, B pe3ysIbTaTe Yero oHa 00pa3yeT I[BETKU.

Takum oOpazom, YaiinaxssH MOCTaBWJI CEPUI0 AKCIIEPUMEHTOB M TIOKa3aj, 4YTO B
pacTeHMSIX CHUHTE3UpPYETCs MOJABMKHBIN (hakTOp 1BeTeHUs: ¢iopureH (OT jaT. «gropeo» —
IBECTH U «2eH» — MOPOXKAAIOIINN), a CUTHAIOM K €ro oOpa30oBaHMIO CIIYKUT JJIMHA JIHA.
CaoiicTBa (iopurena:

—_—

. CuHTe3upyercs B JTUCThSIX

2. JleficTByeT Ha anuKaJbHbIE MEPHCTEMBI TTOOETa

3. TpancnopTupyeTcsi HETOJISIPHO 110 BCEMY PACTEHHUIO
4. Tpaucnioptupyercs 1o ¢osme

5. HeoOxoaumel paboTaromnige mia3MoaecMbl
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

[Tapannensno ¢ YainaxssHoMm B ['omutannuu paboran SIn 3eeBaapt. OH TOXe M3ydal
MOABWXHBIC (DaKTOphl IBETCHHMsS (XOTh W HE Ha3plBall HX (QJIOPUTEHAMH) U  OTKPBLI
JOTIOTHUTEIIbHBIE CBOMCTBA 3TOU MOJIEKYJIBI:

6. Ilepenaércs yepe3 NPUBUBKY
7. YHUBEpCAJIEH y pa3HbIX BUJIOB
8. PoactBennslii pakTopam kiryOHEeoOpazoBaHus (TyOepHUTeHy)

B 50-e roap! mpomioro Beka y4eHble CMOTJIH BBIACIUTH OMOXUMUYECKUMHU METOAAMU
OIIMH W3 TOPMOHOB — ruOOepemnH. ['MOOEpeTUHBI — 3TO IENbI KJIacC BEIeCTB,
HacuuThIBatOmUi Oonee 150 pasnuuHbIX BemiecTB. Yem JUIMHHEE J€Hb, TeM OOJbIle
ru00epesIMHOB CUHTE3UPYETCSl B JIMCThAX. 3aTeM OHM TPAHCIOPTUPYIOTCS  BMECTE C
caxapaMu 110 BCeMy pacTeHHI0. Tak JMCThbs «MH(OPMHUPYIOT» BCE TKAHU PACTEHMSI O TOM, UTO
IPOJOJDKUTEIBHOCTh JHSI yBeIWYMiIack. EcaM  oONpbICHYTH pacTBOpoM rudOepenHa
JUINHHOJTHEBHBIE PACTEHUS, UM «IIOKaXKETCs», UTO JIeHb AJIUHHBIN (JJa)ke €ClIi Ha CaMOM Jiejie
9T0 He Tak). W pactenus 3auBeryT. K coxaneHuro, 10 CHX MOp HE yIaBAIOCh «OOMaHYThb»
KOPOTKOJHEBHbIE pacTeHus. PacTBopsl rub0epeuinHa Ha HUX He JeHCTBYIOT.

YaiinaxsiH IpeAroNoxKui, YTo (IOPUTeH — 3TO TOPMOHAIBHBIA KOMIUIEKC, COCTOSIIHIHA
U3 IBYX KOMIIOHEHTOB: THOOEpEIUINH + aHTE3UH.

Diopured. MyTaHThl N0 peryJasiui UBeTCHUS

Oxazanoch, 4TO M3 JHUCTHEB B MEpHCTeMy HoOera mepemeniaercss O0€loK — MPOAYKT
rena FLOWERING LOCUS T (FT). Dto TrOMOJIOI OCIKOB, CBSI3BIBAIOIIHUX
dochaTuanIITAaHOTAMUH Y )KUBOTHBIX, TIPEATIOIIOKUTEIEHO KO-aKTUBATOP.

Arabidopsis Rice
(A) ©
Short day Short day
Vegetative Flowering
CO mRNA—_ Hd1 mRNA~_
CO protein— Hd1 protein—
FT mRNA— Hd3a mRNA—
— 1 1 1
(B) (©)
phyA, cry —» ] phyA —»
Long day Long day
v v
FI i :
CO MRNA~_ owering HAT mRNA~_ Vegetative
CO protein— Hd1 protein—
FT mRNA— Hd3a mRNA—
| 1 1
0 6 12 18 24 0 6 12 18 24
Hours Hours

Puc. 10.2. Ynpowénnas mooenv e3aumooeticmsus cenos CO u FT
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

I'en FT perymupyercas renom CONSTANS (CO). Dto ¢GakTop TPaHCKPHUIIIHUA C
«1uHKOBBIMU TanbiiaMuy (B-BOx Zn-Finger family - BBX), koTopslii sSiBIsieTCS HHAYKTOPOM
[[BETCHUSI, YKCIPECCUPYETCSl B JKWIKAX JIMCTAa W Hanboliee aKTHBEH B KJIIETKaX-CITyTHHIIAX
¢noamel. [Ipu MyTtamum co HaOMIOAAETCS TMOCTOSHHAST BEreTalys, a MPU THIIEPIKCIPECCHU
[[BETEHUE MPOUCXOUT TOPA3/I0 PAHBIIE, YEM B TUKOM THIIE.

benox CO crabunmsupyercs Ha cBery (puc. 10.2). Jlnsg AMMHHOMHEBHBIX pacTEHUM
(apadbupnoncuc) 6enox CO — unaykrop F7, Ui KOPOTKOAHEBHBIX (pUC) — perpeccop. Y puca
reHsl uMeroT apyrue HasBanus: Heading date (Hd) (natra xonomenus) Hdl = CO, Hd3a=FT
(¢popuren).

GIGANTEA (GI) — ren ¢ peryiasnued IUPKagHBIM PUTMOM («dacammu»). SnepHbId
Oenok. buoxummuueckas poib HE SICHA, HO yYacTBYeT B PETYJSIIMA MHOTHX IPOIECCOB
(uBeTeHWe, HAKOIUICHWE Kpaxmaia, XJIOpoduiia, YCTOWYMBOCTH K 3acyxe, K XOJIoay, K
3acoyieHuIo U T.1.). GI SKcIpeccupyeTcss BO MHOTHX YacTsX PACTEHUS Ha Pa3IMYHBIX dTarax
pasButus. [Ipyu MyTamuu Mo 3ToMy reHy B YCIOBHUSAX JUIMHHOTO JTHS apaOuIOTICHC BBIPACTAET
OTPOMHBIX Pa3MEPOB IO CPABHEHHIO C TUKUM THUIIOM.

CeTb KOHTPOJIA (pJIOPUTEHA

SHORT DAY LONG DAY

CCAT mRNA CCA1 mRNA

PRR5 mRNA PRR5 mRNA

Gl protein
FKF1 protein

Gl protein
FKF1 protein

CDF1 protein

CDF1 protein

FKF1-Gl complex FKF1-Gl complex

:.,*‘ IJ\ | - @
O
5
w @ o —
r {f CO »
E-box 4 AAAGs i B COmRNA
¥ L
/. e CO protein
Stabilization
FT chromatin loops
~-2-kb CCAAT-TSS loop
-3-kp ~-5.3-kb CCAAT-TSS loop
)
iy
B Y ] FTmRNA
Photoperiodic flowering

Vegetative growth Reproductive growth

CO mRNA

CO protein

FT chromatin loops

FT mRNA

Puc. 10.3. @omonepuoouueckas peeyrayus FT y apabudoncuca
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

ZEITLUPE (ZTL), LOV KELCH PROTEIN 2 (LKP2), FKF1 (FLAVIN-BINDING,
KELCH REPEAT, F-BOX1) — peryasTtopbl IBETCHHS C SJICPHOM JIOKAJIM3AIUEH,
comepxamue (raBuH-cofepkamue peryiasaropHeie  Oenku  (LOV-momen), F-box —
yOUKBUTHHIINTa3HbIE KOMIIJIEKCBI, @ TAK)Ke KOQaKTOph! TpaHCKpUNuuu. OHU HE CBA3BIBAIOTCS
HeriocpeacTBeHHO ¢ JIHK, HO y4yacTBYIOT B TpPaHCKPHUIILIMOHHBIX KOMILIEKCaX KakK KO-
daxTopsl TpaHckpuniu. F-box mMO3BOJSET MM CBA3BIBATHCS C YOMKBUTHHJIMIa3zaMH U
perynupyeT yCTOMUUBOCTD 3TUX OENIKOB K IPOTEOIU3Y.

[Ipu ocBemieHNH CHUHUM CBETOM 3TH Oenku 00pasyroT kommiekc ¢ 6eaxkom GI. FKF
Oenku paboTaroT 1Mo yacam, B TO BpeMs kak padora GI 3aBucut ot ocenienus. Ha kopoTkom
JTHE MHKHA SKCIPECCHM 3TUX OEJIKOB HE COBMNAJAIOT, KOMIUIEKC 00pa3yercsi IUI0OXO, CHHETO
CBETa B TEMHOTE HET, TaK 4TO OH He akTuBeH. B ycnoBusax mmuHHoro nHs Gl cmemaer nuk
CBOEH aKTHMBHOCTH, KOTOpHIM Temepb coBmamaer ¢ FKF, oOpasyercss TpaHCKpUIIIMOHHBIN
komiuiekc FKF+GI u aktuBupyercs cunum cBeroM. I1o 3amyckaeT reH CO u Bkimtoudaert FT.

Takum 00pazoM, WHIYKIHS I[BETEHUS — CIOXHBIA MPOIECC, KOTOPBIN peryiupyercs
MHOXecTBOM (akTopoB (puc. 10.3). Bonee Toro, gopurex mosyyaer CUrHajabl HE TOJIBKO OT
¢doroneproga. Ero takke MOXXHO BKJIIOUHUTH THOOCPESIMHOM, OH 3aBHUCHT OT BO3pacTta
(BHyTpeHHMi (aktop, BaxkHylo ponb wurparor MuUkpoPHK) u Temmeparypel (Bbicokas
TeMIlepaTypa yCKOpseT pa3BUTHE, HU3KAs — 3aMEeIIsAET).

Kommuiekc aktuBanuu nuBerenusi (FAC)

FLOWERING LOCUS D (FD) — daxrtop Ttpanckpunuuu bZIP-family, xotopsrii
obpa3yet komruieke ¢ dpopurenom (FT), aro cmocoOCTBYET BKIIOYSHHIO TEHOB (hJI0PAILHOTO
pazButus (SOC1 — unrerparop ¢raopaabHoOro pasputusi) — puc. 10.4.

Leaf Low
Gibberellin  number temperature Sucrose

Inflorescence

meristem
\ Floral

Flgral meristem
meristem
Floral ’ Floral ;
C N fomects
Leaf [LFY |« soc1 |->|LFY Leaf
primordium N h primordium
aPi <«—CFD/FD) AP

Puc. 10.4. Pecynayus ysemernus ¢ yuacmuem mpanckpunyuouuozo gaxkmopa SOCI
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
YYEB BJIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Apabumornicuc —  KOJMYECTBEHHOE JIIMHHOJHEBHOE pacTeHWe. B pasHBIX
00CTOSATETHCTBAX OH aéT CUTHAN JTUOO0 00 OTCpPOUKe, THOO0 00 YCKOPEHUH IIBETCHHS.

Kommiiekc  akTMBanmu — UBETEHHS  HYXAaeTcs BO  (JIOPUTeHE,  KOTOPBIA
B3aUMOJICCTBYeT C Jpyrumu ¢aktopamu TpaHckpumniuu (puc. 10.5). Drta cucrema
crabunusupyercs 3a cuét 14-3-3 6enkos. [locine coopku FAC cagurcs va mpomotop SOC, B
PE3YIJIBbTATC UCTO MPOUCXOAUT MHAYKIIUSA IBCTCHUS.

Hd3a O

, bZIP
{(Modelled OsFD1)

Hd3a O Cytoplasm

|

14-3-3

f Hd3aO - ‘b

) Florigen
(Hd3a) Nucleus

14-3-3

: b %
SaC)‘ o

OsFD1

~5) S A
Ll ,\*'C/T)

‘ S 5’ W
s |- :,‘J L

. 1(_’

OSMADS5|

Hd
14-3-3
(GF14c)

Puc. 10.5. Komnnexc akmusayuu yeemernusi FAC

CemeiicTBo resoB FT-TFL

TERMINAL FLOWER 1 (TFI1) — rtomonor ¢mopureHa. Y MYTaHTOB 4YacTo
HaOMIOaeTCsl YCKOPEHHOE IIBEeTeHHEe. OJTO oO3Hadaer, 4to B HopMme TF1 sBusercs
MHTHOUTOPOM LBETEHHS. IJTO TMO3BOJSET CHENaTh HEMPEPhIBHO PACTYIIYI0O MEpPHCTEMY
COIIBETHs, HA KOTOPOM OyIeT MHOXXECTBO (IIOpadbHBIX MPUMOpIWEB (M B JadbHEHIIEM
IIBETOB).

TF axkTuBeH B amuMKadbHOW MeEpHCTEME, 37eCh OH KOHKYpPHUPYET C (IIOPUTEHOM,
MIOCKOJIbKY SIBJISIETCSL €r0 TOMOJIOTOM. Y apaOuorcuca mporpaMma HBETCHHUS HE BKIIIOYAeTCs,
MepucTeMa paboTaeT Ha TO, YTOOBI MPOIOJDKATH POCT BBEPX, TEPMUHAIHHBIN I[BETOK TaK U HE
oOpasyetcs. B 60koBBIX ((hi0panbHBIX) IPUMOPAUAX TOMUHUPYET (piopureH, hopmupyercs
dbaopansHas Mmepuctema. [ unepskcrnpeccust TFL1 mogasisieT pa3BuTHe OOKOBBIX IIBETKOB.

CewmeiictBo reHoB FT-TFL mocraTtouno Gonbiroe. CTpyKTypa I€HOB MO3BOJISET OCIKY
coOparbcsi MPUMEPHO B OJHY U Ty e KOH(POpPMAIIHIO, OJTHAKO 3apsSHKEHHbIE aMHUHOKHCIOTHI
MO-pa3HOMY pacCHpEeNeNsIoTCsl B pa3HbIX Oenkax, 3a CU€T 4Yero OHHM MpPOSBISIOT pa3HbIE
CBOMCTBA.
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MOJEKNAPHAA FrEHETUKA PA3BUTUA PACTEHUN
UYb BJIAJIUMHWP BUKTOPOBMY

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT
IMMPO® PEJAKTYPY U MOXET COAEPXXATbH OLIMBKH
CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

OyHKIUU:

NunykTop uBeteHus (Ghaopurex)
Penpeccop userenus (TF)
Ty6epuren (ki1yOHeoOpa3oBaHUE)

DopMHUpPOBaHUE JIyKOBUIL

PO NN WD =

PasButne mumek u xsou
9.

10.
11.
12.

3akajka [OYeK y 1€PEBLEB
Perynsiuust BTopoil BOJIHBI pocTa

3ajeprKKa MPOpacTaHus CEMSH

SpoBuzanus (mepexo]l K IBETEHUIO MOCJIE CE30Ha HU3KUX TEMIIepaTyp)

Hom:[epxcaHHe HCMIPCPBIBHOI'O pOCTa MCPUCTEM COIBETHH

HenpepriBHOe 11BeTeHNE (PEMOHTAHTHBIE PO3bI, 3EMIISTHIKA)

VY neBuHOrO 3¢Ba ¢yHkuuio reHa TFL Bemomnser CENTRORADIALIS (CEN), y

tomara — SELF-PRUNINGT1 (SP1).

Eciu gacth nmcra MMoJIy4acT XOpOIIyr [JIHWHY IAHA, MPUTOAHYIO JIA HIBCTCHHA, TO

BTOpad 4acCTb, KOTOpad MOJy4acT HCAOCTATOYHYIO OCBCH_[éHHOCTL, BBIpa6aTBIBaeT (I)aKTOp,

3aMeUIAONIMIA 1[BeTeHHe — aHTH(aopuren. OH 3aHMMaeT CBOE MECTO B KOMIUICKCE

aKTHBallMK ILBCTCHHA, 3aMCHAA (bnopnreH.

B Takom cnyuwae nub0 mpomoiKaeTcs

BEreTaTUBHBIN PpocCT, JIMOO CHUIBLHO 3aMEAJIACTCA IBETCHUC.

TyOepuren

Source |eaf

light
activates
BELS “
expression /

/
// UndeJ SDs

PTB prpteins
are expressed

and bind to
BELS RNA

/ StPTB provfeins
enhance RNA ftability

WV \ \T facilitate RNA transpgrt
\ / J
v \({n represses CO \— BELS RN
rémoving its (-) with PTB/S
eef‘f&(on SP6A
\PGA
pratein

are the two known long-
distance tuber signals that
move from leaf to stolons.

+ StKNOX

StBELS front-loads activity
in the leaf through the
transcriptional induction of
both StCDF1 and 5tSP6A.

SP6A

CDF1 is a DOF transcription
factor that regulates plant

Under LDs, phytochrome maturity and earliness.

stabilizes CONSTANS to
enhance its repressive effect.
CONSTANS-like 1 works
through the FT-ortholog,
S5tSP5G, to suppress StSP6A
activity.

petiole

SP6A protein

Sieve element system

SP6A protein and StBELS mRNA

New tuber sink

Tuber
pathway

AL

BELS + BEL5+ SP6A+
StKNOX SP6A  FD/FDL

(+) BELS

(-) BEL11/29 (+) SP6A

Double-

BELS + StKNOX regulate don

numerous genes

BELS is
translated

In new tubers, the StBEL5/StKNOX
complex activates SP6A and StBELS
(designated +) in a feed-forward
loop. Red arrows indicate known
transcriptional pathways regulated
by StBELS.

Puc. 10.6. Pazsumue knyoneu y kapmoges
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

VY xaptodens ecte romonoru GI u FKF1. [Ipu nonnepkke 3tux renoB CO BBI3BIBAaET
cunte3 TybepureHa — SP6A Genok. [lo ¢osMe oH mocraBisercs B MOA3EMHYIO 4acTh, TJIC
HayMHAETCsl 00pa3oBaHue CTOJIOHOB M KiyOHEeH. [Tomumo SPO6A BHU3 Takke nBrkercss BELS
RNA. Takum o0Opazom, cucTteMa yCTpO€Ha IOXO0XHM OO0pa3oM, COCTOMUT M3 IOXOKHX
AJIEMEHTOB, HO BCE ke mmeet oTimuus (puc. 10.6).

I'n60epesiuHbI

'uO6epemIuHbl Tak)ke HAXONMATCA TOJ KOHTPOJEM JUIMHHOTO AHA. J{JITMHHBIA JIeHb
yepe3 CIOXKHYIO CHUCTEMY MOJIEKYJSIPHBIX B3aWMMOJCHCTBHI BKJIIOYAET KIIIOYEBOW TEH
ouocunTe3a rudodepemmHoB — GA 20-okcuaaszy. GA 3B-ruapokcminaza npespamaer GAzo B
akTuBHBIN GA|1, YTO IPUBOJUT K HAKOIUICHUIO BHICOKOTO ypOBHsI rud0OepeummHoB. C npyroi
CTOPOHBI, JUIMHHBIN JIeHb BbIkmouaeT GA 2B-ruapokcunazy. I1oT Gpepment nepeBoautr GA|
B HEAaKTUBHOE COCTOSIHHE. DTO HAKJIAJIbIBACTCS Ha COOCTBEHHYIO PEryJsLuio rudOeperninHa
110 TUITY OTPULIATENIbHONW 00OpaTHOM CBSI3U.

GAss

'

GAyy
+ GA 20-oxidase

- I OJIMHHBIN AeHb

GAjg

GAsg
<_= GA 3B-hydroxylase |p—————————

\ —
GA, GA, » | Regulation of

mRNA level

GA receptor

<;= GA 2B-hydroxylase

\ ]
HeaKTUBHble rMbbepennuHbl

Puc. 10.7. Peeynayus eubbepeniunos

Takum o00pa3om, CyHIeCTBYIOT (JIOPUTEH-3aBUCHUMbIM M THOOEpeITMH-3aBUCUMBII
IYTh PETYJSIIUN PAa3BUTHUS IIBETKA.

HNuTerparops! uBerennsi. MADS-0enku

LEAFY (LFY) — axrop TtpaHckpunuuu, poacTBeHHbii HLH, paGoraer BoO
dnopanbHoil Mepucteme. [Ipu MyTaruu y apabuorncuca rnojryqyaercs OueHb 3eJIEHBIN [IBETOK.
[Ipu runepskcnpeccun HaOMIONAETCS CKOPOCTHOE 3allBeTaHHe, ObICTpoe 0oOpa3oBaHUE
LIBETKOB U IPEBpAIlCHUE TEPMUHAIBLHOW MEPUCTEMBI B LIBETKH.

VY npBUHOTO 3¢Ba ecTh Moxoxkuii reH FLORICAULA (FLO). Otnudne COCTOUT B TOM,
YTO y apaOuaoncuca ecTh MporpaMMa 3alacHOTO pa3BUTHUS I[BETKA, a Y JIbBUHOTO 3€Ba HET. Y
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

MyTaHTOB flo HaOMIOMAIOTCS CIUIONIHBIE OOKOBBIE BETOYKHM O€3 IBETKOB. B HEKOTOPBIX
CIIy4asiX MYTaHT BBITJISIIUT COBCEM SK30TUYHO — BJIOJIb OCH COI[BETHUSI BO3HUKAET OJUH JIUCT
CO CHHUpaJIbHO HAMOTAHHOM JIMCTOBOM IJIACTUHKOM, KOTOPBIM MPOJIOIHKAET PACTH BMECTE C
MEpUCTEMOI.

MHuorue reHbl (QIIOpaTbHOTO PA3BUTHS SBISAIOTCS (AKTOpaMU TPAHCKPHUIMIHH U3
cemerictea MADS:

e Minichromosome Maintenance Factor (qposxokn)
e Agamous (apabumoncuc)

e Deficiens (JIbBUHBIIT 3¢B)

e Serum Response Factor (4enoBek)

B cocraBe Bcex MADS-0enkoB wumeercss crenuuyeckuid, coctosmmii u3 56
amuHokuciior, JAHK-ces3piBaronuiit MADS-nomen. Mumensimu MADS-0€/IKOB  SIBISIOTCS
TeHbl, B MPOMOTOPHON OOJIACTH KOTOpPHIX wHMeeTcs crnenuduueckas 10-HykiIeoTHIHAS
nocinenoBarenbHOCTh - CC(AT)sGG, nHazpiBaemas CArG-06oxcom.

bonee yem y nomoBuasl MADS-6enkoB nmeercst K-nomen (ot Keratin-like), koTopsrii
oOecnieunBaeT 6en0K-0eTKOBbIE B3aUMOCHCTBHS U BO3MOXKHOCTD Ul AuMepu3auuu. I- u C-
JIOMEHBI TAK)KE yUaCTBYIOT B 0€JI0K-0€IKOBBIX B3aUMOIEHCTBHUSAX.

DTO CymepceMeicTBO TPaHCKPUIIIMOHHBIX (hakTopoB BKItouaeT Oonee 100 OenmkoB.
Onu paboTaloT B «KBapTeTe» (T€TEPOJOTUYHBIE), a TAKIKE MOTYT «PEKPYTHPOBAThY (HaKTOPHI
TPAHCKPHIILIUU U3 IPYTHX CEMEICTB U akTOpsl peMoennHra xpomatuna (puc. 10.8).

Transcriptional
CO

Chromatin remodeling
proteins

CArG box Target gene

D

Puc. 10.8. Mooenv obpaszosanus benxosozo komniexca ¢ MADS-0omenom

MADS-6enku peryimupyoT GOpMUPOBAaHUS LIBETKOB U IJIOJOB, MPUHUMAIOT Y4acTHE
B PCryJIsIA PA3BUTHA KOPHA U CCMSH, pAd U3 HUX CHOCOGHBI KOHTPOJMPOBATH TOMCO3UCHBIC
IIPOLIECCHI.

[epextoueHne pa3BUTHS alMKAIBHOW MEPUCTEMBI ITOOeTa Ha MEPUCTEMY COLIBETHS, a
B JaipHeWmeM Ha GIopalbHYI0 MepucteMmy mnpencraBieHo Ha puc. 10.9. Kontpomns
npoiaudepanuy 1 UIEHTUYHOCTH MIPOUCXOIUT OJHOBPEMEHHO.
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l

& APS/PI N arsrr o N
AP1 B AG — 1 AP1
SEFP3

Se Pe | St Ca St | Pe Se

Puc. 10.9. Peeynayus ¢gropanvroti pasmemxu

Pa3BuTHe 1BeTKa mpeanonaraer, yto Ha ctaaud 6 (ctaauu OyayT pacCMOTpPEHBI B
nanHoM kypce mosaHee) cucrema CLV3/WUS mnepecraér paGoraer. Ilpm HapymeHuun
cucreMbl CLV3/WUS, B uwactHoctu npu myranuu CLV3, Mepucrema mBeTka CTaHOBHTCS
OYCHb KpPYMHOH, LBETOK COACPKUT YBEIMYCHHOE YHUCIO JICTIECTKOB, THIYMHOK U
wiogonuctukoB. Ilpu myrauun WUS ¢riopanbHas MepucreMa CTaHOBUTCS MEHbBINE, YEM B
JMKOM THIIE, B pe3yJbTaTe uero (popMupyeTcs BETOK ¢ YMEHBIICHHBIM YUCIOM THIYMHOK H
HEJO0Pa3BUTHIM ITECTHKOM.

ULTRAPETALAI (ULTI) — dakropser Tpanckpuniuu SAND-family, y4acTByroT B
otkmoueHnn cuctembl CLV3/WUS. Tlpu myranmun WUS npomomkaer paborats, CLV3
MIPOJOJIKAET YBEIMYUBATh MEPUCTEMY, B IIBETKE BOSHUKAIOT JIOMOJHUTENbHBIC JICTIECTKH.

ULTRAPETRALA INTERACTION FACTOR 6l (UIF1) — daktop TpaHCKPUIIUH
MYB-family.

PERIANTHIA (PAN) — ¢axtop TtpaHckpunuuu bZIP-family, npuBomut x
3aKOHOMEPHOMY YBEJIHWYEHHUIO 10 5 JICMECTKOB M THIYMHOK. B 3aBHCHMOCTH OT Kpyra/stamna
pa3BuUTHA JeiCTBYET Ha reHsl AG.

SUPER-NUMERARY STAMENS (SUP) — KOHTPOTUPYIOT IICHTPAJIbHYIO 4YacTh
LIBETKA, MO3BOJISIIOT UTUTEIHHO PO epupoBaTh LIEHTPAIIbLHON MEpUCTEME.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Jlekuust 11. Mopdorenes nBerka (4acthb 2)
IIpeacraBiieHUus 0 CTPYKTYpe M NPOUCXO0XKACHUM LBETKA

Horan Boabdranr ¢pon I'éte — ponoHavyanbHUK CpaBHUTENbHOW Mopdosoruu. B
Tpyne «Metamopdo3 pacTeHHiI» ONUCHIBACT HJCAIbHOE pacTeHHe, BHYTPU KOTOPOIO
MIPOUCXOAUT MOCTENEHHBIN MeTaMOp(03 OJTHOTO M TOTO K€ OpraHa (JINCTa), KOTOPBI MOXKET
NPUHUMATHL (OpPMY CeMsIIoNIel, 3eNEHBIX JUCThEB, YaICNMCTUKOB, JIEMECTKOB, THIYUHOK,
miononmucTukoB (puc. 11.1). CtopoHHMK (oauMapHONW THMOTE3bI, COTJIACHO KOTOPOH BCE
OOKOBBIC OpraHbl IBETKA — BHJIOU3MEHEHHBIC JIUCTHS, a CaM ILBETOK — BUIOU3MCHEHHBIN
nober. Co6pan MOphOIOTUYECKUH PSIIT OT CEMSIONEH K 3€TEHBIM JIUCThSIM.

GOETHE’S URPFLANZE

Bochme’s ‘Qualities” Stages of the Plant
7. "Seed’. The sum of 7. "Seed’. Cantraction.
all previous Qualities. | e, eny 6. FruiL Expansion.

6. 'lmtelligible Sound.” Temary 5. Sexual Organs
5. Union of opposites. Contraction.
Bride and Bridegroom;
¢ 4. Corolla
4. The wheel stands Expansion.

stull. Tramsitional

hase. .
= ‘pK 4'Th 3. Calyx. Contraction
3. ‘Kreuzrad.” The
two opposites clash Est(fmdo_otulr‘f‘“jﬂs
and revolve owuards calyx)
) 5 2. Stem Expansion
2. Will creates its Earthly
awn opposite s Temary
Duality and
extension appear.
Expansion. (Cotyledons
Duality appears,)
1. Uncreated Will 1. ‘Seed.’ Contraction.
‘Seed.” Contraction.

Roots not included 1n
Goethe's scheme.

Puc. 11.1. Hoeanvnoe pacmenue I éme

006 unesx I'ére Bcmomumian B koHie XIX Bexka. YuiabsaMm beiiTcoH BBEN moHsATHE
roMeo3uc — ATO TaKOE M3MEHEHHE OJIHOTO M3 WICHOB MEPHUCTUYECKOTO pslia, OpraHa WIIH
CETMEHTa, KOTJa OH yTpadWBaeT MPHCYIINE €My YepThl U MPUOOpETaeT MPHU3HAKU APYTOTO
yieHa »Toro psaa. [lpm romeo3uce 4YMCIO W TMOJOXKEHHE OPraHOB IOCTOSIHHBI, OpraH
3aHMMAET TO K€ TOJIOKEHUE, HO OTJIMYAeTCs 10 MPU3HAKaM (HalpuMep, ThIYMHKA 3aMEHSETCS
Ha JIETIECTOK).

CrtpoeHue U pa3BuTHE IIBETKA apaduI0ICUCA

K wunee romeosuca Bepuynuch B 1980-x romax, korma KopueB mnomyuun ceputo
MYTaHTOB apaOuIONCHCa, Y KOTOPBIX OTJIMYHE OT JUKOTO THUIA OBLJIO TOJBKO B IIBETKAX. JTO
ObUIM TOMEO3UCHBIE MYTaHTHI LIBETKA apabuIoTIcuca.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Apabunornicuc Tanst — mozmensHOEe pacTteHue u3 cemerictBa Kpecronpernsie. [[BeTok
COJICPKUT:

® YETBIPE YalIeTUCTUKA (7[Ba JaTepaTbHbBIX U IBA MEIUAHHBIX )

® YeThIpe JIEMECTKa, HAKPECT JIeKAIUX Moj yriioM 45° KOTOpble YepeayroTcs ¢
YalleJuCTUKaMu (CUMTAeTCs, YTO J[Ba JIEMIECTKA B MPOLIECCE IBOIOLUU PACIIECTHINUCH
Ha YeTbIpe)

® JIBE€ KOPOTKHE THIYMHKH B JIATEPATHLHOM MOJO0KEHUHU

® YeThIpE JJIMHHBIC THIYMHKH, OOJIbIIE CABUHYTHIC K MEIUAHHOM TIOCKOCTH (CUMTACTCH,
YTO JIBE€ THIYMHKH B MPOIIECCE IBOJIONMH PACHICTHINCH HA YETHIPE)

® [IECTUK

e OT 2 710 8 INIOTOIUCTUKOB

(A) Longitudinal section through (B) Cross- section of developing flower (C©) Schematic diagram of
developing flower showing floral whorls developmental fields

NWhorl 1: sepals—_ £

{\—Stamen~f"’/f7‘[_‘QQ \\\‘\WhorIZ: petals—/
AL [ A

N :,::le I 9 D‘\-Whorl 3: stamens——L_ |
w/ 5epa|W Whorl 4: Carpels\/

( / Vascular

tissue

Puc. 11.2. Cxema cmpoernus ysemxa apabuooncuca (Ouxuti mun)

[IBeToK MOXHO MpPEACTaBUTh KaK KOPOTKHIl moOer, Ha KOTOPOM €CTh JBa Kpyra
YalIeIUCTUKOB, KPYT JIEMECTKOB, JABa Kpyra THIYMHOK (KOPOTKHUX M JUIMHHBIX), KpPYyTH
TJI010MUCTHKOB (puc. 11.2).

Ha puc. 11.3 npencraBieHbl ctaguu pa3BUTHS (PIOPATBHOTO MPUMOPIUS (B IIEHTPE
pacnojoxeHa mepucrema couserus — IM):

1. BO3HMKHOBEHHE OYTrOpKOB (hJIOpaJIbHBIX IPUMOP/IHEB
2. dopmMupyercs 3auaTOK I[BETKa, BO3HHKAaeT boundary zone (TpaHUIa, OTACISIONIAS
OYTOH OT OCTaJILHON MEPUCTEMBI)
MOSIBJISIFOTCS IBa MEJMAHHBIX YallleJTUCTHKA
BO3HHUKAIOT OOKOBBIE (JIaTepabHBIC) YAIICTUCTUKHI
(hopMHUPYIOTCS 3a4aTKH JIEECTKOB (*)
MOSIBJISIFOTCS] IPUMOPIUHU THIYMHOK

A

TPOraroTCsi B POCT JICNIECTKHM WM TBHIYMHKH, MOSBISAETCS KOJBLEBOM IMPUMOPIUN,
KOTOpBIH OyneT popMupoBaTh reHULEH
Ha nocnenyrommx cragusax pactéT reHulen, YaleaIuCTUKN 3aKPbIBAIOT LBETOK.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Puc. 11.3. Pannue cmaouu pazeumus mepucmemvl Yyeemrda

Takast nuHaAMKKa pa3BUTHS XapaKTepHa Ui apaOUa0ICHCca, y IPYTHX KPECTOIBETHBIX
MOPSIIOK Pa3sBUTUSL OPraHOB LBETKA MOXKET OTJIMYAThCA, OAHAKO Yy BCEX IPEACTaBUTEICH
pa3BUTHE XapaKTepu3yeTrcs OHKBU(PUHAIBHOCTBIO — B HTOre (OPMHPYETCS LBETOK,
XapaKTepHBIN Ul KPECTOIBETHBIX. DTO O3HAYAET, YTO MO3UIIMOHHAs HHPOPMAIUI B [IBETKAX
KpPECTOLBETHBIX OJUHAKOBA.

Hepapxusi nporpamm pazsutusi. ABC-monenn

(A) Wild type (B) Apetalal (C) Leafy (D) Apetala3

Arabidopsis
thaliana

(F) Squamosa a (H) Deficiens

Antirehinum
majus
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Jauotr MeiiepoBunl — coOpajl TOMEO3HCHBIE MYTaHTHI apaOWaoICHca W Hadal X
aHanu3upoBaTh. JHpUKO KodH — mcciaenoBan MHOTOJICTHWHA JTbBUHBIA 3€B. Y Arabidopsis
thaliana w Antirrhinum majus ObITH OOHApPY)XEHBI TMapajUICIbHBIE MYTaIlUU, KOTOPHIE
XapaKTEPU3YIOTCSI OJJHUMHU U TEMU K€ U3MEHEHHMSIMU B 11BeTKe (puc. 11.4).

ABC mopens (Teopus «BOMHBI TO3ULUI) TPEANONaraeT, 4YTo €CTh TPH TeHETHYECKHUE
¢byHkmu, kotopsle ucnoiHsoT reusl A, B u C (puc. 11.5). ['enbl, ucnionustoniye GyHKINIO
A n C Hukorza He BKJIIOYArOTCSl OJHOBPEMEHHO B OJHMX M TEX K€ TKaHAX (HAXOIATCSA B
COCTOSIHUU «BOHMHBI»). Ecin mpoucxogut MyTamus, ocinabisiomas Kakylo-TO M3 3THX
(yHKIMIA, TO KOHKYPUPYIOLIHI I'eH 3aBOEBBIBACT BECh I[BETOK. I eHbI Kiacca B HU ¢ keM He
BOIOIOT, MOTYT TepeceKaThes ¢ IKcnpeccueit reHoB A u C.

a
mutant

b
mutant

8

Pacnipenienienrie reHEeTHMYECKHWX AaKTUBHOCTEW B MPUMOPAMM LBETKA MPUBOAUT K
MIPUOOPETEHUIO UACHTUYHOCTH ONPENETIEHHBIMU IPUMOPAMSIMH U K BKJIFOUEHUIO TIPOTPaMMBbI

~ 90,

Puc. 11.5. ABC- mooenw

Pa3BUTHS ONPEICTEHHOTO OpraHa:
e A — HameIuCcTHKU
e A+B — menectku
o (C — mIOmOIUCTUKHU
e B+C — ThIUMHKU
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MyTaHTBbI:

e a mutant — AP2 (4-1 xpoMocoma): Kapmebl (TUI0A0TUCTUKH) BMECTO YaIlICTUCTUKOB,

TBIYMHKH BMECTO JIEIECTKOB

e b mutant — AP3 (3-1 xpomocoma), Pi (5-1 Xpomocoma): 4YalIETHCTUKH BMECTO

JIETIECTKOB, Kapmessl (TI0I0OJTUCTUKH) BMECTO ThIYMHOK

e ¢ mutant — AG (4-1 XpoMocoma): JIeTIeCTKA BMECTO THIUMHOK, YAIIEIIUCTUKU BMECTO

Kapnen (TUI0A0TUCTHKOB)

BonpbIIMHCTBO T€HOB, KOTOpPHIE OTBEYAIOT 3a HJCHTHUYHOCTh OPIaHOB LIBETKa,
otHocsitTcsi kK MADS-cemeiictey. Ha puc. 11.6 (a) mpencraBieHa QuiioreHeTudeckas
pexoHcTpykuusi reHoB MADS-box. KpacHbiM 11BeTOM 0003Ha4YeHbI T'€HBI JIbBUHOTO 3€Ba,
CUHUM — TeHbI apabunoncuca. FBP2 oraocutcs k nerynuu, a TMS — k ToMaty.

a

(@ DEFH84
ml DEFH72
FBP2

T™M5 Im-Function

{ A-Function
(SQUA e
e

m C-Function

N ] m B-Function
—

GLO

B-Function

(b)
C

Puc. 11.6. Poocmeennvie MADS 2envl y pasHvix U006

Ha puc. 11.6 (b) mpeacrasnena noMeHHas cTpykrypa ¢akropoB MADS y pacrenwmii.
Bce daxtoper MADS mMoryTt ObITh pa3zielieHbl Ha YeThIpe WM MATh JoMeHOB. MADS-60kc
(M) Bcerna HaxoauTcst Ha N-KOHIIE WU PSJIOM C HUM U B OCHOBHOM Y4aCTBYET B CBSI3bIBAHUU
JHK. I-o6macte (I), koTOpas uMeeT mepeMeHHYI0 IJIMHY U COCTaB IMOCJIEA0BATEIbHOCTH, U
K-60xkc (K), koTOopsIii, BeposiTHO, 00pa3yeT ABE WM TPU O-CHUPAIHA, YIaCTBYIOT B OEIOK-
0enKOBBIX B3auMoOJEHCTBHUAX. C-KOHIIEBOM JTOMEH (S) COXpaHsSeTCs HEU3MEHHBIM TOJBKO Y
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MIPEACTaBUTENCH OHOTO M TOTO ke mojcemerictBa. Hekoropsie dhakToper MADS, Takue kak
dakropsl ¢ pyHkuueit C, UMEIOT IepeMEHHOE KOJIMYECTBO aMUHOKHUCIIOT, PACIOJI0KEHHBIX Ha
N-kosre (N). @yHkius 3Toro N-KOHIIEBOTO JOMEHA HEM3BECTHA.

MyTtauuu B reHax, OTBEHYalOUIMX 332 MJACHTUYHOW OPraHoB LIBETKA, PE3KO H3MEHSIOT
ero ctpykrypy (puc. 11.7). Y myrantoB apetala? (ocoOblii, He oTHOcuTcss kK MADS renam)
OTCYTCTBYIOT YAIlISIMCTUKH U JIETIECTKH, Y MYTaHTOB pistillata 2 OTCYTCTBYIOT JICTIECTKH U
THIYMHKH, Y MyTaHTOB agamous | OTCYTCTBYIOT KaK THIYMHKH, TaK U TUIOAOTHCTUKH.

AN g% , (488) K/?N}
Petal\\\@@/ %} M

Sepal \-/

Wild type apetala2-2 pistillata2 agamousT1

Whorl 1 2 3 4
! I I I !
| I I I |
| I | I |
I I
Activity ! B !
type A C
| | |
Structure | Sepal | Petal ! Stamen ! Carpel :
APETALA3/PISTILLATA
Genes APETALA2 AGAMOUS
| |
I
Structure : Sepal | Petal 1 Stamen | Carpel !

Puc. 11.7. Cmpoenue ysemros y Mmymanmos

[Ipu TtpoitHOW MyTaumu apetala?, pistillata v agamous UBETOK apabumorcuca
MpeBpaIiaeTcs B yKOPOUCHHBIN MOOET ¢ 3eJIEHBIMU JINCThSIMHU.

[Tpu oBepIKCIpecCUU OTACIBHBIX T'€HOB MOXHO IOJIYYHUTh IBETKH, COCTOSIIHE U3
OJTHUX M TeX e opraHoB. Hanpumep, npu oBepakcnpeccun reHoB kiacca B u C monyuaercs
I[BETOK, COCTOSIINHA UCKITFOYUTEIHFHO U3 THIMHHOK. OIHAKO MPH MOIBITKE MMOJyYUTh IIBETOK,
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COCTOSIIIMI TOJNBKO M3 JIETIECTKOB, PO3ETOUYHBIE JINCThS PA3BUBAINCH KaK PO3ETOUHBIE JIUCThS,
HE MPUOOpETAIOT HACHTUYHOCTH OPraHoB IIBeTKa. B manmpHelinieM ObLIM HaliieHbl T'eHBI,
BbINOHSONME E QyHKIUIO — HAEHTUYHOCTD JIETIECTKOB, THIYUHOK U IJIOJOJUCTUKOB. OHU
BaXHBI npu codetannu ¢ reHamu ABC-monenu. B panHux uccnenoBanmsx OykBa D Obina
3aHsATa TOJl TEHbl, OTBEUAIOIIME 3a pa3BUTUE CceMs3adyaTkoB Yy mneTryHuu. lensl E
MPUCYTCTBYIOT B HECKOJIbKUX B3aMMO3AMEHSIEMBIX KOMUAX, [IO3TOMY MyTallUsl O OJHOMY U3
HUX HE MPHUBOIUT K (DEHOTHNMHUYECKUM MPOsBICHUSAM. [Ipu TpPOHHBIX MyTalusx MO TEHY
SEPALLATA (SEP) uenTtpanpHasi 4acTh I[BETKA MOJHOCTHIO MPEBPAIIACTCS B YAIICIUCTUKH.

I'enst MADS cemeiicTBa 00b14HO paboTaroT B kBapTeTax (puc. 11.8). CormacHo Takoi
MOJIEH, UACHTUYHOCTh Pa3JIMYHbBIX OPTaHOB LIBETKA (YalleNMCTUKOB, JIEMECTKOB, THIYMHOK U
MJIOJTIOJTMCTHKOB) OMpeAesaeTcs 4eThlpbMsa KoMOuHamussMu MADS-box GenkoB. benkoBbie
KBapTEThl, KOTOPbIE SIBIAIOTCS (DaKTOpamMH TPAHCKPUIILKU, CBSI3BIBAIOTCS C IMPOMOTOPHBIMU
y4acTKaMy T'€HOB-MHIICHEH, a 3aTeéM aKTHUBUPYIOT WM MOJaBIsOoT uX. CornacHo 3Toi
MOJIeNIA, JIBa JHMMEpa KaxJOro TeTpaMepa paclo3HaroT JBa pa3Heix yvactka JIHK
(ma3eiBaembix CArG-0okcamu, moka3zaHHBIMU Ha puc. 11.8 ceppiM BETOM) Ha OJHOW U TOU
xe HUTH JIHK, xotopeie cOmmxarorcs B pesynbrare u3ruba JIHK. Tounble CTpyKTyphI
HEKOTOPBIX MHOTOMEPHBIX KOMITIEKCOB MADS-0enKkoB, KOHTPOJIUPYIOMIUX HACHTUYHOCTH
I[BETOYHBIX OPraHOB, BCE €I€ OCTAIOTCS MPEATOI0KUTETbHBIMHU.

Puc. 11.8. Yuacmue cenoe SEP 6 ¢hopmuposanuu opeanos yeemxa y apabuooncuc

Iposrouust ABCD-cucremsl. IloBropHoe ucnosnb3osanne ABC-renos

[ToapoO6useiii ananu3 ABCD-cucteMbl y pacTeHHI MOKa3bIBAET, YTO C TOYKU 3PEHUS
MOJIEKYJISIPHOM (DUIIOTEHETUKH UX MOXKHO Pa3/eiuTh Ha KIaabl. Y pPa3sHbIX OOBEKTOB 3TH
(GyHKIMH BBITTOJTHSAIOTCS HEMHOTO pa3HbIMH reHamu (puc. 11.9).

126

‘
BONOT NMEC KU -

% omomorer -

oy van un

M.8. IOMOHOCOBA AEKUMMA YHEHBIXK MCY



https://vk.com/teachinmsu

- KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

(A) ©) (D)

eu AP1 SEP1

s100pn3 2100
sjooipng a10n

sj00Ipn3 2100
sj00ipn3 8100

|— euFuL! FBPS
|— euFuLl L
Lower Eudicots Lower Eudicots SEP4
Monocots Monocots
Lower Eudicots Magnoliids Magnoliids
L FUL -ike | Monocats ANITA ANITA R
Magnoliids LOFSEP Magnoliids
ANITA ANITA

Puc. 11.9. Qunocenemuueckoe opeso ecenos ABCD-cucmemul y pacmenuii

CuuTaercs, 4TO MCXOMHO 3a CO3JIaHUE KEHCKUX ek oTBedanu pynkuuu C u D,
KOTOpBIEC CIIMBAINCh. | eHbl Kilacca B 100aBIsInch, 4To0bI cenaTh My»XCKre MUIKU. Jlanee
npousonuio pazaenenue Ha ¢GyHKuM0 C (MACHTUYHOCTh THIYMHOK W TECTUKOB) U D
(pazButHe CTpyKTyp nmectuka). [losBnenne QyHKIUM A CBS3aHO C TOSIBJICHUEM
okosionBeTHHKA. [Ipu 3ToM mpoucxoaut nyrmiaukanus reHoB MADS-cemetrictBa. HexkoTopbie
reHbl Kjacca A BO3HHKIM TyTéM sBomonmd MADS reHoB, a HEKOTOpble ObUIH
peKpyTUPOBaHBI (TPUBJICUYCHBI K BHITOTHEHUIO ATOW (QYHKITNN).

Takum oOpa3zom, mox OoOabIIUM  MOP(OJOTHUECKHUM  pa3sHOOOpa3ueM  JICKHUT
B3aumoeiicrsue renoB ABCDE cucremst (puc. 11.10).

A) PMADS3/FBP6 ®)

AP3-3 AP3-2 AP3-1

PhDEF
PhGLO1/2

__APIFUL | |

sep pet sep pet sta std car

AqPI
AqQFUL1

Petunia Aquilegia

(C) (D)

OM3 OM58

sw DL PeM2/5 PeM2/5/3 PeM2/3/4/5

OM2/4
FUL-like FUL-like

palle lod sta car sep pet lab
Oryza Phalaenopsis

Puc. 11.10. @unocenemuuecxoe opeso ecenoé ABCD-cucmemvl y pacmernuti
ABC-TreHbl 4acTo MOBTOPHO HCIIOJNB3YIOTCS AalbHEHIIeM pa3BuTUU. Hampumep, reH

AP2 Bnuser Ha cynp0y cemsi3adaTka, €ro JKCIpecchs OOHAPYKUBACTCS B HaPyKHOM
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uHTerymente. AG skcrpeccupyercs B TKaHSIX HyLEUIyca WM B TKaHSAX, MPUJISKALIUX K
CIIOPOTEHHOM KJIETKE.

KangacTpaabHble reHbl

KanacTtpanbHble TeHbl IPOBOAT IpaHUIlbl Mexay reHamMmu ABC-cucremsl.

SUPERNUMERARY STAMENS (SUP) orpannunBaeT 3KCIPECCUIO TeHOB Kiacca B B
neHTpe uBerka. [Ipu MOBpeXJAECHUU LIEHTP LBETKA 3aHUMAETCS] THIUMHKAMU BMECTO
MJIOAOJUCTUKOB. SUP — TpaHCKPUIIIIMOHHBIM pernpeccop ¢ IMHKOBBIMU TajbliamMu. B
3aBHCHUMOCTH OT MOBPEXKIEHHOTO IOMeHa (PEHOTHUI CUIILHO BaphUPYET.

LEUING (LUG) u SEUSS (SEU) orpann4uBaroT dKcrpeccuto reHoB kimacca A (AP2)
BO BHYTpPEHHUX Kpyrax (uepe3 miRNAI72). I'panuiia mpoXOAUT MEXAY OKOJOI[BETHUKOM H
aHJpoleeM. DTO MO3BOJSET OTPAHUUYUTH OKOJIOIBETHHK OT T€HEpPaTUBHBIX OpraHoB. [Ipu
MOBPEXKACHUH JICTIECTKH HAYMHAIOT MPUOOPETATh YePThl THIYMHOK, CTAHOBITCS TOHKHMH. Het
JAHK-cBsi3bIBatoIero 10MeHa, Ho y4acTBYET B TPAHCKPUIIIIUOHHBIX KOMILIEKCAX.

RABBIT EARS (RBE) orpanunumBaer skcnpeccuio TreHoB kiacca C (AG) Ha
nepudepun 1nBeTKa (BO3MOXKHO, uepe3 miRNA319a). DT0 TpaHCKPUNIIMOHHBIA PEIPeccop C
IUHKOBBIMH TaJIblIaMU, MOX0X Ha SUP, oJHaKo NEWCTBYET MpUMEPHO TaM xe, rae LUG u
SEU. JleniecTKU Cy»€HbI, HAIMOMHHAIOT KPOJIMYbH YIIIH.

Peryasiuus u 3BOJIIOLUA 3UroMopdpHOCcTH

3uromopdHbie (OunaTeparbHO CHUMMETPUYHBIC) I[IBETKM HHUKOTJA HE 3aHUMAIOT
HEHTpajabHOE ToJjiokeHue. OHU Bcerja pacrojoKeHbl B OOKOBOM IOJIOKEHHHM — B Ma3zyXax
MPULIBETHUKOB HMJIM OOBIYHBIX JUCTheB. Korga mo kakoil-mubo MpUYMHE IBETOK 3aHUMAaET
TEPMUHAJIBLHOE MOJ0KEHNE, OH CTAHOBUTCS aKTUHOMOP(HBIM. MyTarus centroradialis (cen)
y Antirrhinum majus — TEIOPUYECKUNA TEPMUHAIbHBIA I[BETOK (LIBETOK C MPaBUIBHBIM
(akTUHOMOP(HBIM) BEHYUKOM, B OTJIMYHE OT MPOUYMX I[BETKOB TOTO )K€ PACTEHUS, UMEIOIINX
HenpaBwibHbIe (3uroMopdubie) BeHuuku). Mytanus terminal flower 1 (tfl1) y Arabidopsis
thaliana — crnvsiHAE HECKOJBKUX OOKOBBIX I[BETKOB B TEPMUHAIBHYIO CTPYKTYpYy. OTO
03HAYAEeT, YTO TEPMUHAIbHAS MepUCTEMa (aMMKaIbHAsI MEPUCTEMA COIBETHS) TTOAET CUTHAT
0 3UroMOp(HOCTH B OOKOBBIE IIBETKH.

VY JIbBHHOTIO 3€Ba MOJIy4€HO HECKOJBKO MYTAHTOB, Y KOTOPBIX HapyIIeH MpoIiecc
dbopmupoBanus 3uromopdHoro nperka (puc. 11.11).

cyc dich

Puc. 11.11. @ynxyus eenos CYC u DICH 6 mopghonoeuu ysemra 166uno2o 3e6a
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I'enst CYCLOIDEA (CYC), DICHOTOMA (DICH) v RADIALIS (RAD) cnepxuBarot
pa3BUTHE OPTaHOB BEPXHEH IOJIOBHHBI I[BETKA: PEAYKIUS THIYUHKHU (CTaAMUHOIMIA), CIaObIi
poct nemnectkoB. C HmkHeW cTtopoHbl padoTtaeT reH DIVARICATA (DIV): nomHOICHHBIC
TBIYMHKH, I[BETOBOW CUTHAJ JJISI TTOCAIKU OIBLUIMTENICH, MEIIKOBHIHBIC BBIPOCTHI. DTH JIBE
TpyHaIibl TCHOB HAXOOATCA B aHTAarOHU3MC, HC BKIIFOYAIOTCS OAHOBPCMCHHO B O[[HOfI U TOHU Ke
JaCcTH LBETKA.

bilateral symmetry radial symmetry
Fabales H % % @
Cucurbitales CYCIl&2 CYC3 CYCIA CYCIB
Malpighiales & 60&; s/Pisum (dedcc(;; Cadia (Fabaceae)
| Malvales @ @ O O
Brassicales Ob Ob Q.\_.OQ QDO&
CYC2A CYC2B ﬁ% ﬁ%
- Sapindales Byrsonima/Janusia (Malpighiaceae)
o possible
§ Geraniales QO loss %0
Myrtales TTCP]
aTC -
I 55
b Saxifragales Iberis (Brassicaceae) ?Q 08¢

—tamiss X QP SDQ

< <)
1 { Solanales = Y Qa J %0’

cye DICH CYC24 CYC2B
Antirrhinum (Plantagmacmc) from top to bottom: Psychopterys,
Sphedamnocarpus, Microsteria,
Lasiocarpus (Malpighiaceae)

Gentianales

== Asterales
-[ Apiales
% Dipsacales

HaCYC2c&e loss
Ericales Helianthus (Asteraceac) =

-
=
e B b
k=
2
Cornales cYCl cYen
i Proteales 0 0 Plantago (Plantaginaceae)
= Ranunculales
DipsCYC2a DipsCYC2b
. Acorales Lonicera (Caprifoliaceae)
- § Dioscoreales ﬁ
2 Co =0
Liliales [L

CYCl1 cYC2

Asparagales CsCYCl&2 Bournea (Gesneriaceac)

Capnoides (Fumariaceae)
Poales

Arecales

Zingiberales x
CcomTB1b

Commelinales Commelina (Commelinaceac)

Puc. 11.12. [lammepnwvt sxcnpeccuu CYC-like cenog y pazuvix maxconog
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CYC u DICH - Ttpanckpunuuonnbsie ¢aktopel cemeiictrBa TCP (TEOSINTE
BRANCHEDI / CYCLOIDEA / PROLIFERATING CELL FACTORI). RAD w DIV — dakTopsl
tpanckpurnuu, MYB-like protein. 'omosorn 3Tux reHoB 0OHAPYKEHBI Y MHOTHUX CEMEHCTB,
B KOTOPBIX €CTh 3uromopdubie 11BeTku (puc. 11.12).

3uromopdHbIe BETKH XapakTepHBbI i cemeiicTBa CliokHOIBETHBIE. Hampumep, y
MOJICOJIHEYHUKA Ha Tepuepry COIBETUS HMEIOTCS KpaeBble I[BETKH, KOTOPBIE CIYXKaT
MPUBJICKAIOIIMM aliapaToM [UIsl ONbUIHTENeH. B 1eHTpe Haxomsrcs akTHHOMOpPQHBIE
TpyOuaTble 1BeTkH. Y copTta Lausanne (Ha naHHBIH MOMEHT OH HE COXPAHHWIICS) YacTb
COLIBETH OOBIUHBIC, a YAaCTh TMOXO0XKa Ha TIOMIIOHBL. [[eno B TOM, YTO MpH MyTalUHd BCE
[IBETKH TPEOOpa3yroTCs B KpaeBble 3UTOMOpQHBIC, B pe3yJbTare 4Yero QopMupyercs
MaxpoBO€ CoOIBeTHE. Takue LBETKH MOTYT OIBUIATHCS TOJIBKO MBUIBLIOM C COCEIHUX
9K3eMIUIIpOB. Y mojconHeuynnka ectb TeHsl HaCYC2c v HaCYC2e (puc. 11.12), koTopsie
aKTHUBHBI B KPaeBBIX LIBETKaX, YTO JEJIaeT UX 3UroMopHbIMU. B TpyOuaThIX LBETKax 3TH
TeHBI HE AKTUBHBI, YTO TIO3BOJISIET UM PA3BUTHCA KaK aKTHHOMOP(HBIM.

Pu3noa0ru4ecKas peryJsinus

VY COBpEeMEHHBIX TJIaJIMOJIYCOB €CTh JIBa BapuWaHTa CTPOEHHUS I[BETKA, B KOTOPBIX
MJIOCKOCTh 3UTOMOP(GUN OTKIIOHSIETCS OT MEIMAHHOM
e Ha 60° (ragmaBeH3HC) — MMOCAA0YHAs TUIOIIAKA COCTaBJICHA U3 OJTHOTO BHYTPEHHETO U
JBYX Hapy>XHBIX JIMCTOYKOB OKOJIOI[BETHHKA; JBE THIYMHKUA HAXOIATCS CHU3Y OT
pBUIbIIA, OHA CBEPXY
e Ha 120° (3menp) — mocajovYHas IJIOMIAKAa COCTABIEHA U3 OJJHOTO HAPY)KHOTO U JBYX

BHYTPEHHUX JIMCTOYKOB OKOJIOIIBETHUKA, THIYMHKH PACIIOJIOKEHBI CTPOTO B OJHY

JIUHUIO TIOJT PHUIBIIEM

JIyist TMKUX BUIOB XapaKTepHA CTPOTasi CHMMETPHUsI 1IBETKA, HUKOTIa HE BCTPEUYAIOTCS
MPOMEKYTOUYHBIE WM albTEPHATHBHBIC BapUAHTHI (TOJIBKO 3/€Nb WU TaHIAaBEH3UC). Y
COBPEMEHHBIX THOPHIOB Ha OJHOM U TOM K€ PACTCHHH OKa3bIBAIOTCS [IBETKH KaK THUIIA JJIEIb,
TaK ¥ TaHJJaBEH3UC, KPOME TOT'O €CTh BAPUAHTHI C IPOMEKYTOUHBIM CTPOECHUEM.

B panHeM pa3BUTHH LBETOK TIJIaMOJIyca aKTUHOMOP(HBIA, TO €CTh BCE THIYMHKHU U
JUCTOYKH OKOJIOIBETHUKA OJIMHAKOBBIE. TOJBKO B MOMEHT MOSBJICHUS MPOKpaIIMBaHUs
MO>KHO TIOHSATh, KaKas 4acTh I[BETKA CTAHET B JaJbHEUIIIEM HUKHEHN TYOOii.

bein mpoBeAéH SKCIIEpUMEHT, B KOTOPOM COIIBETHE CHAYajla POCJIO B BEPTUKAIHLHOM
MOJIOKEHUHW, TIEPBBIE I[BETKHM YCIEIW TPOSBUTH  TIOJOKCHHUE CBOCH  IJIOCKOCTH
suromopdHoctu. B omnpenenéuusiii MmomeHT (Ha puc. 11.13 o6o3HaUeH XENTOM CTPETKOM)
couBeTHe OBLIO HAKJIOHEHO TakuM o00pa3oM, YTOOBI HIDKHAS Ty0a (u3MyYecKH crana
pacnonaratbcs cBepxy. Cpasy mporpamMma pa3BUTHS IEPECTPOUTHCS HE MOTriia, 00pa3oBayiach
MPOMEKYTOUYHAsI 30HA, TJI€ MPOUCXOAWIO CUJIbHOE HW3MEHEHUE HaIpaBJiICHUsl IJIOCKOCTH
CUMMETpuu. B uWTOore ycTaHaBIMBAJICA HOBBIM NATTEPH, IJIOCKOCTh CHUMMETPUHU
NepeBOpaynBagach BJIEBO OT MeAuaHbl. [lpu  JIOKambHOM MPUJIOKEHUHM AayKCHHA,
MMUTHPYIONIEM HIKHIOIO TMOBEPXHOCTH COIIBETHS, IBETKU MEPECTPANBAIOT CBOKO CTPYKTYPY
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[HMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

TaK, 4TOObl (PM3MUYECKU HW)KHUE JICTIECTKA CTAHOBUJIMCH HIDKHUMH M MOPQOJIOTHYECKH.
Takum o00pa3om, 3TO pEOKUHd TpUMEp, KOTJa OCh 3UTOMOP(GHOCTH pEryiupyeTcs He
reHETHYECKUMH (pakTopamu, a GU3NOIOTHICCKUMHU.

Ne2 Ned ‘-“ Ne6 Ne8 Ne10 Ne12

n:nauanaonwa “-‘ /,\\ = \ {\_\
QL @ BLQ§)
. SR :

g.
—
Nocne
OTKNOHEHHA OT
eCTeCTBeHHOIo
BepTHKANLHOro
NONOXEHUA

Puc. 11.13. Ilonosicenue ocu cummempuu y8emrka no pacnolo*CeHUu0 NOCA0OYHbIX CUCHATIO8
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[HMHP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

Jleknus 12. IBoJonus 1moJia 'y pacTeHui
Knaccndpukauus caMoHeCOBMEeCTUMOCTH

Hexotopbie pacteHus 00ianatoT 0O00CMONBIME LBETKaMH (Hampumep, apaOuaoICHc,
ropox, IMIIeHHIa). bojee Toro, 3TM MBETKH MOTYT CaAMOOMIBLIATHCS, YTO OYEHB yIOOHO ISt
TCHETUKOB — 3TO CAMOCOBMECTHMOCTh. Y HEKOTOPHIX PACTEHHH MPH MOMAaHUH TBUTBIIEI HA
COOCTBEHHOE PBUIBIIC 3aBSI3bIBAHNE CEMSH HE TPOMCXOJUT — 3TO CAMOHECOBMECTHMOCTh. B
npezene o0pa3yroTcsl IIBETKH Pa3HOTO TMOJia Ha OJHOM pPAacTeHHH (OTYpel) WKW Ha Pa3HbIX
(obnenmxa, KpanuBa JIByIOMHas).

Puc. 12.1. Knaccugurayus camonecosmecmumocmu

I'eTrepoMopdHast cCaMOHECOBMECTUMOCThH

Ecnu nmpumyna 3aBsi3ajia ceMeHa, TO OHa 0XOTHO A€t camoceB. OOBIYHO HYKHO 2-3
rojia, YToObI MpUMYyJIa, BRIPOCILAs U3 CeMsH, 3arBena. OHAKO €cIu Ha y4acTKe PacTET BCETO
JUIIb OJHO pacTeHue (MycTh JdaXX€ BEreTaTHMBHO Pa3MHOXKEHHOE), CEeMSH O0XXHUIaTh He
MPUXOUTCA. DTO SIBJICHHE BIEpBbIe 3aMeTusl W u3yumn Yapne3 Jlapsud. B Te Bpemena
NpUMYJIbl OBLTM Ha MUKe momylsgpHocTH B BenmukoOpurtanuu, u [lapBuH cobOpan BoceMb
Pa3HbIX BUJOB JIJISl TOTO, YTOOBI IPOBECTH CBOE MCCIIEIOBaHKE, a HA4all ero ¢ caMoil 0OBIYHOM
IIPUMYJIbI BECCHHEM.

OH paspe3asl LBETKM pa3HBIX pAacTeHUH BIOJIb, M OOpaTHJ BHUMaHHE Ha
pacmoyio’)KeHue THIYMHOK M TECTUKOB. Y OJHHX I[BETKOB TMECTHUKH OBUIH JTOBOJBHO
JUTMHHBIMH, PBUIbIIE HAXOIWIOCh HA YPOBHE OTTUOAIONINXCS JICTIECTKOB, TOT/1a KaK TRIYUHKU
OBLIH CIIpsITaHBI B TITyOMHE TPYOKM BeHYHKa. Takue IBETKH OH YCIOBHO Ha3Ball «0yJaBKaMI»
(pin), WM AIMHHOCTOJIOWKOBOU (popMoOi. Y APYyruX pacTeHUU MECTUK OBbLT KOPOTKUM, HO
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

3aTO THIYMHKA OBUTM JJIMHHBIMU. JlapBuH Ha3Ban ux «Oaxpomkamm» (thrum), wmm
KOPOTKOCTOJIOMKOBOM (hopmoii. Bece cobpannbie B cany y JlapBuHa BUABI IPUMYJT IMOKA3aIH
CXOJTHYIO 3aKOHOMEPHOCTD: MECTUKHU OBLIN JIMOO JJTMHHBIMH, JTHOO KOPOTKUMHU (puc. 12.2).

e ™

Long-styled form. Short-styled form.
Puc. 12.2. Kopomxocmonbukogas u OMuHHOCMOIOUKO8AL MOPDbL NPUMYTbL

D10 HaOmoJeHrne ObUIO KpailHe MHTPHUTYIOMUM, U JlapBUH 3amymaiics, 4To Oyner,
€CIIM OMBUIATh PACTEHUS C JUIMHHBIM CTOJIOMKOM MBUIBLOW OT IPYIHX AJMHHOCTOJIOMKOBBIX
pacTeHuil (WM MBUIbIY KOPOTKOCTOJIOUKOBBIX PAaCTEHUH MEPEHOCUTh HA TAKHE YK€ LIBETKH).
Pesynprar Okaszancs HeyTeMIMTENbHBIM: J[apBUH IOJMy4YMJI OT TaKUX CKPEHIMBAaHUM JIMIIb
€IMHUYHbIE CeMeHa. SIBHO, YTO OMBbUICHHE I[BETKOB OJHOW M TOH ke (OpMBI HE HaBajo
pe3yabrara. Takue ckpemuBanus J[apBUH Ha3Bal HE3aKOHHBIMU.

JlermTHMioe coeiNieHre
1L700BATOCTL  MOJHAH

7 & 0\~
a

e raTAMEO 8 \ : HanerntnMioe
coenmeHe H H coegnenne
MaonoenToCTL | : II00BUTOCTE
HEnoJHAN : i HENoMHan

}\ —)-—--———m__..).
JlermTuMANe
coeAnene
NACLOBUTOCTL
moaHan
IOnRuaHocToN0- HopoTKocTw 1 i-
yaTad {QopMa qatama Qopya

Puc. 12.3. «3axonnoe» u «nezaxonnoey onvlieHue

Jlamee OH TEPEHOCHJI TMBUIBIY MEXIY [BETKAMH  pa3HbIX THUIIOB: C
JUTMHHOCTOJIOMKOBBIX PACTCHHI Ha KOPOTKOCTOJOMKOBBIE U HA000pOT. B 3THX cimyuasx emy
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

yAaJ0Ch TONYYUTh OOWIBHBIN ypokail cemsiH. COOTBETCTBEHHO, 3TO OBUIM «3aKOHHBIE»
ckpentuBanus (puc. 12.3).

HNanpme J[apBuH HM3y4YWs MbUIBIYY Yy pa3HbIX (OpM MPUMYI, U BBIICHWI, YTO €CIU
THIYMHKHA KOPOTKHE, TO U MbLIbIA OyAeT Menkon (1 HaoOopoT). Eciu Mbl HaHECEM MBLIBITY C
KOPOTKHUX THIYMHOK Ha JJIMHHBIA CTOJIOWK, TO MBUIBIIEBOMY 3€pPHY IPOCTO HE XBAaTUT CHII,
4TOOBI TPEOJONIETh BCIO UIMHY CTOJOWKa. [lo3TOMy Takue CKpeluBaHUS OKa3bIBAIUCh
Hea(pdextuBHbIMU. KpymHble mnbUIbLIEBBIE 3EpHA, HAO0OPOT, MOIJIM JIOATO pacTd H
MPEOA0CBAIN BCIO JUTHHY CTOJOUKA, U B PE3YyJIbTATE 3aBSA3bIBANCH CEMEHA.

Ecnu ke B35Th KPYMHYIO MBUIBIY C JUIMHHBIX THIYMHOK U TIOMECTUTh HAa KOPOTKUU
CTOJIOMK, TO IBUIBIEBbIE TPYOKH OKa)XyTCS CIMIIKOM TOJCTBIMH, YTOOBI «BOYpaBUTHCA» B
IUIOTHBIE TKAHU KOPOTKOTO MECTHKa. Menkue MbUIbIEBbIe 3€pHa XOPOIIO «BHEAPSIOTCS» B
KOPOTKUM CTOJIOMK, JIJIMHA €r0 HEBEJIHKA, U MbUIbLIEBbIE TPYOKH JIETKO JOCTUTAIOT 3aBS3H.

Takum oGpa3om, ajis TOro 4TOOBI OMBUICHWE OBUIO YCTEIIHBIM, JUIMHA CTOJIOMKA W
THIYMHOK JIOJDKHA COBITAATh.

Kpome Ttoro, Yapmp3 JlapBMH OCTpPOYMHO 3aMeTWJ, 4TO m4ena (Wiad Jpyrou
OTIBUTHTENH), TIOCEIIasi IBETKUA Pa3HBIX (OPM, «MU3Ma3bIBACT» MBUIBIIONW pa3HBIE YacTHU Tena.
[Mocemiast ciemyromii BETOK, MbUIbIA OKA3bIBACTCS MMEHHO HAa TOM YPOBHE, TJI€ MOXET
npou3oiT HambOojee 3¢h(EKTUBHOE oOmbUIeHHE (T.e. JJIMHA THIUMHOK M TECTHKAa CHOBA
JTIOJDKHBI COBIIAIATh ).

AHanornyHoe siBjeHue (1Be Mop¢bl) HAOIIO1A€TCA Y MEAYHHUIIBI.

Tun uBeTka omnpenessieTcs TeHeTUKON pacTeHus. M3 roga B rom OJMH U TOT K€ KYCT
OyJIeT naBaTh I[BETKH OJJMHAKOBOTO THMA. boiiee TOro, mpyu BEreTaTUBHOM Pa3MHOKEHUU THUIT
[[BETKA HE MOXXET W3MCHUTHCSA: BETETAaTHBHBIE TOTOMKH «OYyJIaBOK» Bceraa OyayT
«OynmaBKaMmu», a MOTOMKH «0axpoMOK» — «0aXpOMKaMu».

IIpu camoOmNBUIEHWH KOPOTKOCTOJIOWKOBOW pachl HaOmionaeTcs pacuieruieHue 3:1.
DTO TOBOPUT O TETEPO3UTOTHOCTH KOPOTKOCTOIOMKOBOM pachl. IIpu3HaK «KOpOTKUit
CTOJIOWK, JJIMHHBIE THIYUHKKY» (S) JOMHHHpPYET HaJ TPU3HAKOM «JJIMHHBIA CTOJIOUK,
KOPOTKHE THIYMHKU» (). Y TETpariouJHOW MPUMYJNBI S AOMUHUPYET HAJ S MPH E€HOTHUIIE
Ssss.

Konuenmus «cymnepreHay: TéHETUYECKUH JIOKYC S COCTOMT KaKk MUHUMYM M3 TPEX
TeHOB, PEKOMOUHAIIASA MEXAYy KOTOphIMH 3aTpyaHeHa: G — anuHa ctonbuka (reHurei), P —
pa3Mep MbUIbLEI, A — MONOXeHHe TRIYUHOK (aHaporeit). Ho (B03MO0KHO) BKIIFOYAET B ce0s U
OOJbIIe PaA3TUYHBIX T€HOB (HACUMTHIBAIOT 10 9 TeHoB). [lo cXogHOMY MeXaHU3MY
HACJIEyeTCs AUCTUIUS Y CIEeIYIOIINX BUIOB: Primula, Armeria, Limonium, Hypericum u nip.

Myrtant npumynsl P* oOpasyeT nBa TuNa MbUIbLIBI B OJHUX U TeX e IMbUIbHUKAX:
KPYIHYIO U MENKY10. MophoTHI — KaK Y JIIMHHOCTOJIOMKOBOM «pin»-Mopdbl. B nanpHeimem
MOKa3aHO, YTO pa3Mep MbUIbLIBI UM CIHOCOOHOCTh K OIBUIEHHIO MOTYT Hacjel0BaThCs
HE3aBHCHUMO.

SLH

VY rpeunxu Fagopyrum esculentum BapuaHt — JINTMHHOCTOJIONKOBasi TOMOMOp(Hast

paca (Long Homostyle = LH), Bapuant S — xopotkocton6ukopas romomopgnas paca
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

(Short Homostyle = SH). OrtHomenne pgomunupoBanus: S>S'>s  Ecrs
CaMOCOBMECTHMOCTb, BO3MOKHO 00pa30BaHHE TOMO3HIOT.
—
L-homostyle

Sh/s,Sh/Sh
gPA/gpa, gPA/gPA

L-morph S-morph
s/s S/s, S/S
gpa/gpa GPA/gpa, GPA/GPA
S-homostyle
SH/s, SH/SH

Gpa/gpa, Gpa/Gpa
Puc. 12.4. Onvinenus mesicoy pasuvimu Mopgamu yeemrka y npumy.ivt

['eneTnueckoe HAMOJIHEHUE S-IO0Kyca:
e Cyclin-like F-box (CFB) — KOHTPOIb KJIETOYHOTO ITUKJIIA
e Conserved Cysteine Motif (CCM) — ydacTue B CUTHAJIMHTE
e GLOBOSA (GLO) - MADS-baktop Ttpanckpuniuu (B-kmacc). Ecte nBa
HeayuenbHbix GLO1 u GLO2
e Cytochrome P450 (CYP) — TOMOJOTHYEH OpacCHHONIUI-26-THAPOKCUIA3E.
['opMmoHanbHBIN OanaHc
o  Pumilio-like39 RNA-binding protein (PUM) — perynsuus CIlaiicCuHra, TPaHCISILIUN U
Ap.
o Kiss-Me-Deadly Kelch repeat F-Box (KFB) — perynsius akTHBHOCTH IUTOKUHUHOB
yepes nerpaganuio ARR B-tuna
I'erepomopdHass CaMOHECOBMECTHMOCTh MOXET OBITh pealn30BaHa JIPYTUM
croco0oM, Kak, HalpuMmep, y JbHa. YToOBI MbLIbIIEBAst TPYOKa YCIEUIHO MPOABUrallach CPEIn
KJIETOK CTOJIOMKA, €€ OCMOTHYECKOE JaBlieHUE JOJDKHO ObITh MPUMEPHO B 4 pa3a BhIIIE, YeM
JlaBJIeHUE TKaHU cTosiOnKa. [Ipu caMoonbuieHME MOKET BOSHUKATh HEIOCTAaTOYHOE JIaBJICHUE,
B pe3ysibTaTe 4Yero MbUIblieBasi TpyOKa HE MOXKET pa3IBUHYTh KIETKH CTOJIOMKa, JHOO
U30BITOYHOE JIaBJICHUE, TOT/A MbLIbIEBas TPyOKa JIOMaeTcs BHYTPH TKAaHU CTOJIOHKA.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

st hop3unum OblIa peaIoKeHa CUCTEMA sI/TIPOTUBOsAIME (KOTOpas B JaJIbHEHUIIIEM
HE TIOATBEpAMIIAch). B MBUTbIIEBBIX 3€pPHAX OJHOW pachl HAKAIIMBACTCS PYTHH, a JIPYTod —
KBEPIICTUH, KOTOpbIE B OOJIBIIOM KOJHYECTBE MPEMSATCTBYIOT IMPOPACTAHHIO MBLUIHIICBBIX
3épeH (HO B HEOOJBIIMX KOJUYECTBAX OHM HE00XoauMbl). COOCTBEHHBIE phUIBIIA HE
cojepxar (epMEHT, KOTOpBIH pa3pymaer coOCTBEHHBINH (rmaBoHoua. Takum oOpazom,
3P PEKTUBHBIM OKa3bIBACTCS TOJIBKO MEPEKPECTHOE OMBUICHUE.

Hponcxomeﬂne reTepoCTU/JINU

Cpenn pukux TnpeacraBuTenell poaa Narcissus €CTb BHIAbL, Y KOTOPBIX HET
TeTepOCTUIINN, CTPOCHHE LBETKAa OJMHAKOBO y BCEro TakCOHa M  Halmogaercs
CaMOCOBMECTUMOCTh. TBIYMHKM pPAcCMOJOXKEHbl B JIBa Kpyra, 4To Aa€T MPEANOCBhUIKY K
Mopdoornueckoit crenuanu3anuu  (00pa3oBaHUI0 AMCTUNNH). Ecau omuH H3 KpPyros
OIMMyIICH BHHU3, TO BO3HUKAET HECOBMAJCHUE BHICOTHI ctonbuka. [loaToMy y wactu ocoOeit
PBUIBIIE TIOJPABHUBACTCS 110 BEPXHUM THIYHMHKAM, & Y YACTH — IO HUKHHM.

Nuornma y Hapuucca BO3HHKaeT TPUCTHIMSA (COOTBETCTBEHHO, TpuUMoOp(dHas
CaMOHECOBMECTUMOCTH). O0a Kpyra THIYMHOK PacrojiaratoTcs MO0 Haa pbUIbIEM (TEHOTHITBI
Ss mm, Ss Mm, Ss MM, ThIYMHKHA KOPOTKHE W CPEAHHE), JUOO MOJ PhUIbIEM (TCHOTHIT
SS mm, THIYMHKH CpeJHHE M KOpOTKHEe). BO3MOKeH M NMpPOMEKYTOUHBIM BapHaHT, KOTraa
pBUIBLIE pacIioyiaraeTcsi MEXIy JBYMS KpyraMu TBHIYMHOK (reHoturbl ss Mm, ss MM,
THIYMHKH JUTMHHBIE U KOPOTKHE).

Tpumopdrasi caMOHECOBMECTUMOCTh TaKXKe XapaKTepHa IS BOJSHOTO THAIMHTA.
[1pUIBHUKM POYLUPYIOT pa3HyO IO pa3Mepam nbuiblly (puc. 12.5).
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Puc. 12.5. Pacnpedenenue no pasmepy nolivysl y mpumopghrnoco Pontederia subovata
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

B xozxe sBomonmy TpUCTUIIMS MOXKET MpeBpamiaThes B auctuiauio (puc. 12.6). Oto
IUTACTUYHBIA TPOIIECC, SBOJIOLHUS TO3BOJISET [IBUTaThCsl KaK B CTOPOHY BO3HUKHOBEHUS
TPUMOP(HBIX IIBETKOB, TaK M K JUMOP(PHOCTH (B CIydae «BBIMAJACHUSI) OJHOU 13 MOP().

(a)

L]

Long-styled Mid-styled Short-styled
marph maorph maorph \

(b) ' t Partial loss of the mid-styled morph

*,

Long-styled Mid-styled Short-styled

morph morph morph \

(©) ¢ t

' [ t Complete loss of

[ ] . [] .
:+c * | Initial tristylous condition

7 . + the mid-styled morph
Long-styled Shorn-styled
misrph morph \
_ﬁ
(d) AT
ﬂ
1" ' ! | Derived distylous
. ' condition
Long-styled Short-styled
maorph marph

Puc. 12.6. Dsontoyuonnwiii nepexoo om oucmunuu k mpucmunuu y Oxalis alpina

Habnromaercst MEOrooOpasue BapuaHTOB TE€HETHYECKOTO KOHTPOJIS:

o Lythrum salicaria n Decodon verticillatus — S- 1 M-JOKyCbl HaXOJSTCS B Pa3HBIX
XpOMOCcOoMax

e Oxalis (6ompIIMHCTBO BUMOB) U Eichornia paniculata — S- 1 M-10KyCBl HaXOJATCS B
OJTHOW XpOMOCOME Ha HEKOTOPOM PaCCTOSTHUH

e Oxalis (MEHBIIIMHCTBO BHUJIOB) — PEIIECCUBHBIN 3MUCTA3 + JTOTOIHUTEIBHBINA JTOKYC TS
KOHTPOJISl TETEPOCTUITAN

IMpoucxoxaenue moJa

Ot mumopdHOIl CaMOHECOBMECTUMOCTH MOXKHO MPHUHUTH K TOJNYy Y pacTeHuil. Y
CMOJIEBKH BYJIOMHOM (Silene dioica) MOXHO TIOCTPOUTH MOJIHBINA MOP(HOIOTHUECKUN psi OT
KEHCKHX K MY»XCKHM LIBETKaM 4yepe3 AMMOp(HOe COCTOSIHUE:

e (Cnalble XCHCKHE pacTEHUS — IECTHYHBbIC, HO Pa3BHBAETCS HEMHOTO IMbUIBLIBI Ha

HU3KUX MaJCHBKUX THIUMHKAX (ITHHHOCTOJIOWKOBASI paca)
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e CuibHble JEHCKME PACTEHHS — TBHIYMHKM YMEHBIIAIOTCSA, CTAHOBATCS MEHEe
(epTUIIBHBIMU U B IIpeJIeNie HCUEe3at0T
e (Cnalble My>CKHE paCTEHHUS — IbUIbIIA PA3BUBAETCS XOPOIIO, KPOME TOTO €CTh MECTHUK,
B KOTOPOM MOJKET Pa3BHUTHCS HEKOTOPOE KOJMYECTBO CEMSIH (KOPOTKOCTOJIOMKOBAs
paca)
e CubHBIE MYXCKHE PACTEHUS — PEAYKLUS IECTHKA
OTO MHOTOJIETHEE PACTEHUE, €r0 MOXKHO Pa3MHO)KAaTh BEr€TaTUBHO, NPU3HAK I10JIa
IIPU 3TOM COXPaHSETCSL.
Y OOJNIBIIMHCTBA BUIOB KEHCKUE M MY>KCKHE IIBETKH B pAaHHEM Pa3BUTHHU Oosiee-MeHee
OJIMHAKOBBI, Ha MOCJEIYIOIUX 3Tarnax MPOUCXOAMT aPeCT Pa3BUTHUS JHUOO THIYMHOK, JHOO
NIECTHKA.

IMosnoBbIe xpomocombl. I1os1 1 BHELIHME YCTI0BUA

[TapamnenpHo mnpoucxoauT 3Bodtolus XpomocoM. Ha puc. 12.7. mpencraBieHsl
YETHIPE OCHOBHBIX IlIara B 3BOJIOLUU XPOMOCOM y PAacTEHMH OT CaMbIX IPUMHUTHBHBIX
ayTocoM (clieBa) 10 MPOABUHYTHIX MOJIOBBIX XPOMOCOM (CIIpaBa).

(a) (b) (c) (d)
— N f0—h
— — N
— — 0
— — -
4 H 7 U7
— — Q
— — | =y -0
A A X Y X Y Y, X VY,

Puc. 12.7. Deontoyus xpomocom y pacmeHuti

a) bemensrit orypen (Ecballium elaterium) — Het nuddepeHIIMPOBKA XPOMOCOM (HA
IBYX ayTOCOMax €CTh NMPU3HAK MY>KCKUX U >KEHCKHUX I[BETKOB, MY>KCKHE MpPU 3TOM
JTOMUHUPYIOT)

b) IMamaits (Carica papaya) — TpEXIOMHOE pPACTEHHE, €CTh MYXCKHE, >XCHCKHE
AK3EMILIAPHI U TepMadPOIUTHL:
® mm — KCHCKUE PACTCHUS
e MIm — MyXCKHE pacTeHUs
e M2m — repmadpoauTHI
e MIM2 — nietans (Ha paHHUX ATarax MPOUCXOTUT FMOEb 3apOo/IbIIa)
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MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

DTO O3Hayaer, 4To XpoMocoma, Hecymas Jokyc M1 wu M2, He sBugercs
nojgHoNEeHHOW. OTTyAa yAaJeHbl >KU3HEHHO BaXKHBIE T'€HBI, TO €CTh Yy IMamnaiu
Hayanach «3po3usi» Y-XpOMOCOMBI.
B Tpomumkax BeIrojiHEE BhIpalIMBaTh TepMagpoauToB (OOJBINE BBIXOJ YpOXKasl C
€IMHUIIBI TUIAHTAI[MM), OJHAKO B CYPOBBIX KIMMATHUYECKUX YCIOBHSX Oojee
a/IaTITUBHBI MYXCKHE U )KEHCKHE PACTCHUS.

c) CmonéBka nBynomHas (Silene dioica) — ecThb XOpOIIO pPAa3BUTHIE TIOJOBBIC
XPOMOCOMBI, UX MOKHO BU3YQIbHO OTJIUYHUTH OT ayTOCOM.

d) laBens xucnwlii (Rumex acetosa) — HabmomaroTcsi nBe Y-XpoMmocombl. EcThb
MEXaHHU3M COYETaHUs TPEX XPOMOCOM OJHOBPEMEHHO C HEPaBHBIM pPa3/IeiICHUEM UX
O KJIETKaM.

Cnapxa (Asparagus officinalis) — Ha MIaHTaNUSIX BBITOAHEE BBIPAIUBATH MYKCKHE
pacTeHusi, MOCKOJIbKY OHHU HE «OTBJEKAIOTCS» Ha 00pa3oBaHUE IUIOJNOB (B OTIMYHE OT
KEHCKUX pPACTEHUH), 3a CUET 4ero MX MOXKHO JUIMTEIbHEEe JKCIUTyaTHPOBaTh U B HTOTE
cobpats Ha 25% Oonbie ypoxas moderoB. CymecTByloT YY 0coOHM, HO y HHUX HapylICH
Mei03, MBUTBIIA BCS CTEPHIIbHAS.

Jlia HekoTopblx pacTeHMi xapakTtepHa X0 cucrema omnpexpeneHus noma: X0 —
MYKCKHE 0co0U, XX — )KEHCKHE.

B 3aBucMMOCTM OT BHEIIHHMX YCIOBUH HWHOrJa HAOMIOJAeTcsl CMEHa IoJia.
Tpoduyeckas nerepMuHalus moja Obljla YCTAaHOBJIEHA Y apu3eMbl TPEXJIUCTHOU (Arisaema
triphyllum). T1on pacTeHus 3aBUCUT OT 00BbEMA KITyOHS, HAKOTNICHHOTO B MPEBIIYIIEM TOTY.
Eciu xnyOeHb cpeHHMX pa3MepoB, MUTATENBHBIX BEIIECTB HE XBaTaeT Ha 0Opa3oBaHUE
IUIO/IOB, TIOATOMY pacTeHHe oOpa3yeT My»Xckoi IBeToK. Eciu kiayOeHp 00ibIIoii, pacTeHHne
CTaHOBUTCS KEHCKUM. ManeHbKUl KITyOeHb HE IIBETET COBCEM.

I'omomopdHast caMOHECOBMECTUMOCTDH

IIpuy romomMoOpdHON CaMOHECOBMECTMMOCTH CTPOEHHE IBETKAa HE OTIMYACTCH.
Hanpumep, y rumnmeactpyma naxke IpU HAHECEHME COOCTBEHHOW MbUIBLI Ha PbUIBLIE HE
IPOMCXOTUT CaMOOIbUICHHE, JJIsI 3TOr0 00s3aTeIbHO HY)KHAa T€HETHYECKH JApyras 0coOb.
Knaccudukanms romomopdHoOil  camoHecoBMECTHMOCTH IO  OapbepaMm,  KOTOpHIE
HENPEOAO0INMBI AJIs IBUIBLEBOTO 3E€PHA:

1. Crurmarudeckasi (pblibLeBasi) — apecT pa3BUTHUS IPOUCXOIUT HEITOCPEICTBEHHO Ha
pbLIbLIE

2. Cruasipnasi (cToJIOMKOBAasi) — TBUIBIICBOE 3€pPHO IMPOPACTACT, MBUIBIIEBAs TPyOKa
HAuYMHAEeT POCT, apecT MPOUCXOAUT B CTOJOMKE, MPOABHKEHHME MBLIBLEBON TpyOKH
Janee HEBO3MOXKHO

3. SlitnexieroyHasi (ceMA3a4aTKOBasi) — IBUIBLEBOE 3€PHO IPOPACTAET, MbUIbLIEBAs
TpyOKa TmpeojojieBaeT CTOJNOMK, JOXOAMUT JIO CceMms3adarka, HO  IpOoIece
OIJIOIOTBOPEHUS B 3TOT MOMEHT HApPYILIAETCs
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

4Vb BJIAIVMMUP BUKTOPOBHNY

CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

CaMoornbuleHHE y JAUKUX BHUJOB KaIlyCThl KOHTPOJIMPYETCS T€HHBIM JIOKYCOM S CO:

MHOkecTBoM ayteneit: S1, S2, S3 m 1.1, B sTromM ciyuwae peanusyercss criopodUTHBIN
KOHTPOJIb. 3/1eCh TaKk)ke paboTaeT KOHIEIMIIHS CYNepreHa TeHETUYSCKUN JIOKYC S COCTOUT M3
MHO>KECTBA T€HOB, PEKOMOMHAIIHS MEKIY KOTOPBIMU 3aTpyIHEHA!

S-Locus Glycoprotein (SLG). Knacc [ — 6e3 HHTpOHOB, JOMUHAHTHBIC aJUIEIH, KJIacC
Il  — wuHTpOHWpOBaHHBIC, peleccuBHbIC. PaboTaroT B  phUIBIIE W TIPH
CaMOHECOBMECTHUMOCTH, U TIPU CAMOCOBMECTUMOCTH

S-Locus Receptor Kinase (SRK). S domain — »kcTpakieTouHblid, ¢ calTaMu
MIMKO3WIMpoBaHus, moxox Ha SLG. Bo3MmoxkeH albTEepHATHMBHBIN CIUIAHCHUHT C
0o0pa3oBaHWEM pPaCTBOPUMOTO OKCTpaKiIeToyHOro mpoxaykra. Kinase domain —
CepUH/TpeoHNHOBAs KuHa3a. HeoOXoaumbl A1t MPOSBIECHUSI CAMOHECOBMECTUMOCTH.
S-Locus Anther (SLA). Oxcnpeccus B IblJIbHUKAX. J[Be KONMM: HUHTPOHUPOBAHHAS U
6e3 unTpoHOB. IlpoaykTel aumepusyiorcs. [IpepBaHHBIE TpaHCIIO30HAMM AalljIeNd
Brassica oleracea Takxe IpOsIBISUIH CAMOHECOBMECTUMOCTb.

S-Locus Linked (SLL1 m SLL2). SLL1 cmenuduueHn i KaxIOTO ajuIels.
DKcIpeccHsi TOJIBKO B MBUIbHUKAX MPH caMOHecoBMecTUMOcTU. SLL2 mpencraBiieH B
HECKOJIbKUX pa3HbIX KOMUSX. ODKCIpeccus B NbUIbHUKAX U B PbUIbLIAX Kak Mpu
CaMOHECOBMECTHUMOCTH, TaK U IIPH CAMOCOBMECTUMOCTH.

S-Locus Protein (SPS, SP6, SP8 u SP11). Dxcnipeccust B reHEpaTUBHBIX OpraHax.
I'pynna renoB S-Locus Related (SLR1, 2 & 3).

CnopoguTHbBII KOHTPOJIb

Ha puc. 12.8. n300paxéH NbIILHUK B pa3pese.

npoBoAALLMIA
ny4yoK

CMoporeHHas
TKaHb

CBA3HUK
TeKa NblNbHUKa

Puc. 12.8. Cmpoenue nvlnvhuxa

CroporeHHass TKaHb B JaJIbHEHIIEM CTAHOBUTCS TaIUIOWIHON, a BCE OCTAJbHOE —

TUIUIOUAHbIE KIETKH cropoduTa, KOTOpble OyayT uWrpaTth pojib B JIE€TEpPMUHALUU
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UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

caMOHeCcOBMeCTUMOCTH. TameTryM — nwuratromuii cinoi. Koraa npuxoaut BpeMs KOPMHTH
KJIETKH OyAyIIed MbUTBIBI, OH JIM3UpyeTcs. [1o X0ay pa3BUTHS U3 TaleTyMa Ha MOBEPXHOCTH
TBUIBIIBI IPHITUITAET MHOXKECTBO Pa3HOOOpPAa3HBIX OEJKOB, YIOMSHYTHIX paHee. Eciau OTMBITh
IBUIBIIEBOE 3€PHO OT TaKUX OEIKOB, TO OHO YTPayMBaeT CIIOCOOHOCTh K MPOpACTAaHHIO Ha
peuiblie. Ecnu cHoBa 00paboTaTh OTMBITYIO TBUIBIYY AITHUMH K€ OelkaMu, TO OHa
BOCCTaHABIIMBAET CIIOCOOHOCTH K mpopactanuio (puc. 12.9). Cpenu 31ux GENKOB 0COOCHHO
BaxkHbI Pollen Coat Protein (PCP1A) u S-Locus Protein 11 (SP11/SCR).

SLG SP11/SCR SRK
S-tocus —— (I —
@00 d L
@ B
ol 53 2
: 00\@
Anther tapetum
Pollen
rejection
Papilla cell

Puc. 12.9. Monexynsapuas mooenb camoHecosmecmumocmu (Cnopoghummiii KOHMpOib)

Jlyist mpopacTaHus BaXXHO, YTOOBI HU OJWH W3 aJUIeJIel He COBIAal y IBYX PacTCHUH,
Yy4acTBYIOUIMX B ONBUICHUU (HU HA PBUIbIIE, HU B TIECTHUKE).

OcCHOBHBIE COOBITHA ONBIJICHUSA

I dpaza pasButus (10-40 MuH nocie HAaHECEHUS MBLIBIIBI):
e anres3us (IPUIMIIAHUE MBUIBLBI K PUIBLLY )
® YBEIMYCHHME THIPABIMYECKOM MPOBOJAUMOCTH KIIETOK PpBUIbIA, BBIIEIAETCS
HEMHOTO JKHJKOCTH, YTOOBI CMBITh BEIIECTBA, KOTOpbIE NPWIMILIM Ha
MIOBEPXHOCTH TBUIBLIBI B XOZ€ Pa3BUTHS
o nupdy3us OeNKOB M HHU3KOMOJEKYJSIPHBIX BEIIECTB OOOJOYKH MBLIBIIEBOIO
3epHa
II ¢aza pazsurtus (40-70 MUH TOCIIe HAHECEHUS TTBUIBLIBI):
® BTOPUYHOE BBIJCTICHHE MOJICKYJI U3 000JIOUKH IMBLIBIIEBOTO 3€pHA!
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MOJIEKNAPHAA FTEHETUKA PA3BUTUA PACTEHWUIA

KOHCIIEKT ITOJIrOTOBJIEH CTY/JIEHTAMM, HE TPOXO/IUJI
4Vb BJIAIVMMUP BUKTOPOBHNY

IMMPO® PEJAKTYPY U MOXET COAEPXXATbH OLIMBKH
CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

® DPACTAKCHHC KJIETOYHOM CTCHKH IaITHIII Ha PBUIBLEC

e [IOCTYIUICHHE BOJBI B IIBIIBLIEBOE 36pHO, HAPACTAHUE Typropa

® TIpopacTaHue MBUTBIEBOW TPYOKH
III ¢da3za:

® BbIJIEJICHHE KYTUHA3bI U IPYTUX (PEPMEHTOB U3 MHTUHBI

e TbUIbLIEBAs TPyOKa BHEIPSIETCS B TKaHb PhUIbLIA M CTOJIOMKA

Ecnm ke yaanoce 0Omo3HaTh ajuleib, IPSIMO COBINAJAOLINN C ajlulelleM MaTepUHCKOIO
poaures,

to Ha Il ¢ase mnpoucXoAUT CHMKEHHE THIPABINYECKON MPOBOJUMOCTH
IOCTENIEHHOE  yChbIXaHWE W TuOenb

ObLIBLEBOIO
CaMOHECOBMECTHMOCTb.

3epHa. Tax

peanusyercs

JIOTIOJTHUTENBHBIM MEXaHUYECKUM OaphepoM K MPOPACTAHUIO MOXKET ObITh CHUHTE3
KaJUI03bI Ha MaluiaX phlUIbla

I'ameTouTHBIN KOHTPOIb. CTHISIPHASI CAMOHECOBMECTUMOCTD
Muorue  pacteHuss — o0nagaroT

rOMOMOP(HOM  CaAMOHECOBMECTUMOCTBIO  C
raMeTopUTHBIM KOHTpOJEM. ITO O03HAdaeT

YTO MBUIBLEBBIE 3EPHA MPOPACTalOT B
3aBUCUMOCTH OT UX JIMYHOTO T'€HOTHUIIA, @ HE OT IBUIBHHKA, B KOTOPOM OHM Pa3BUBAJINUCH

KonnuecTBo JTOKyCOB P 3TOM MOXKET CHJIBHO BapbUPOBATh: Y MACIUHBI TOJBKO 2 amens S
JIOKyCa, B TO BpeMs Kak y KjeBepa HaiaeHo 6osee 100 amreneit

SLF/SFB S-RNase
S-locus L
d k8
“Self-pollen” “Cross-pollen”
| | |
| % __- BNA| | B |
RNA \ " | | ———
i | 4 P
degr?datloon Q l Ky “ 9 “ “, /\)‘
\ K V / S-RNase | / ‘S-RNase w“
\ & T
A t’ / / ! H‘
\ SLF / SCF | SLF Protem -
\ & complex,  op degradation -
Bt \ oo /“
Cessation of tip growth \ /
\  /

Style
Puc.

12.10. Monexynapuas mooensb camoHeco8MeCcmumocmu (2amemo@dumuslii KOHMPO.v)
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Haubonee uccrnenoBana caMOHECOBMECTUMOCTh TaMeTO(PUTHOTO TUIA Y IUKHX BUIOB
tabaka. CaMOONBUIEHUE Y HUX KOHTPOJIUPYETCS] TEHHBIM JIOKYCOM S CO MHOKECTBOM aJljiesneit
(oxomo 20): Si, Sz, S3, ¥ T.1. Y CaMOCOBMECTHMBIX U CAMOHECOBMECTHUMBIX TaOAaKOB OYCHD
cunbHO otimyaercss PHK-3Has akTuBHOCTH pbhuiell. B mpuHIuie y caMOHECOBMECTHMBIX
pactenuii aktuBHOCT, PHK B ppUIbLIaX M CTONOMKAaxX BBIINIE, Y€M y CaMOCOBMECTHUMBIX.
Crnemuduueckue S-PHKa3er — S-Locus RNAse (SRN) — oOHapyXeHbl Yy MHOTHX
nacinEHOBBIX, PO3OIBETHHIX, 000OBBIX, HOPUYHHMKOBBIX M Ap. [lo Mepe pocra mbUIbIIEBON
TpyOoku S-PHKa3el mponukaior BHYTph M cTapaiorcs nopesats PHK (puc. 12.10). Ipu
NEepeKpECTHOM ONBUICHUH MpoucxoauT paspymenne S-PHKa3 yOuKBUTHHIMTa3HBIMU
koMmruiekcamu. [Tocne kunsiuenus: S-PHKa3za mensier kondopmanmio, Tepser cnernuduaHoCTh
1 MOXET MHTHOUPOBATh HE TOJIBKO CBOIO, HO M 4yXyro mbuibily. SLF/SFB 6enku sBastorcst
KOMIIOHEHTaMH yOUKBUTHHIIUTa3HOTO KOMILIEKCa.

CymectByer MHOkecTBO S-PHKa3z u SLF 6enkoB (puc. 12.11). Bo3HukaeT cioxxHas
CUCTEMA B3aUMHOTI'0 JOMMHHUPOBAHMSI U [1O/1aBJICHUSI.

Style-S Pollen-S
A
~ —
S-RNase SLF1  SLF2 SLF3 Other SLFs

S,-haplotype 1 - ._._®_@._ ........
VYK ¥ vy

817 811 819 85

S;-haplotype ¢} > . K —

v ¥ vy

Si7 Si S Sqg
o S-2—-
| S ) ~— - )

v vV Y

Si7 S5 S7 S11y Sig

S;haplotype — @D — D —SSZ—
v ¥ v vy

S:F7 S7 851 819

Puc. 12.11. Mooenv muoocecmeennvix SLF/SFB

JononaurenpHast 3amura oT S-PHKa3 — koMIoHeHT yOUKBUTHHIUTA3HOTO KOMILIEKCA
SKP1-like protein (SSK1), a takxe S-ribonuclease binding protein (SBP) c annenbHbiMu
¢opmamu. Takke BBISIBICHBI OCNKM pbUIbLA, 0€3 KOTOPHIX CaMOHECOBMECTUMOCTh HE
nposiigercs. TTS, 120K u PELPIII cneunduyno csspiBatotces ¢ S-PHKazoii. High Top-
Band (HT-B) Baxen ans Hakoruienust S-PHKa3 B Bakyomsax (puc. 12.12).
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

HTB?

120K

S-RNAse-A

\/SCFSLF'C

S-RNase compartmentalization

SC

»

120K  S-RNAse-B

HTB

O S-RNAse-A
A
120K

SCFStFA

S-RNase release/cytotoxicity

Puc. 12.12. Bruanue HTB na naxonnenue S-PHKas3 6 saxyonsx

Ha puc. 12.13 moxkaszaHbl pa3IWyHbIC THIBI ONBUICHUS, NMPH KOTOPHIX CTOJOUK H
MbUIbLIa JKCHOPECCUPYIOT pa3Hble TramioTunsl B S-nokyce. [lomHoe coBmaaeHue (mpu
CaMOONBIJICHUH) MPUBOJUT K TOJHOM CAaMOHECOBMECTUMOCTH. OTCYTCTBHE COBMAIEHUS
IIPUBOJUT K IIOJIHOM COBMECTMMOCTH. ECiiM OJUH M3 ajulelleld COBIAAAeT, a BTOPOU HET, TO
HaONIOZaeTcss 4YacTUYHAas COBMECTHMMOCTb. B 3TOM cilyyae MpopacTaroT — TOJBKO
“noaxosmre” MbUIbLEBBIE TPYOKH.

VY TeTpamioMIHBIX pacTeHUH u3-3a mnepekpécTHoro yHuuroxkeHus PHK-a3bl
HaOII0aeTCsl CaMOCOBMECTHMOCTb, IHMIUIOWJHASA TMbUIbIA IMpOpacTaeT. IJTO OObBICHSET,
MO4YeMy MHOTHE KyJIbTYpHBIE pPAacTEHUSs, SBISIOUINECS MOJUILIONAaMHU (B TOM dHcie Tabak),
OT CAMOHECOBMECTHUMOCTH MEPENUIH K CAMOCOBMECTUMOCTH

incompatible fully compatible half-compatible tetraploid competitive interaction

Puc. 12.13. I'enemuueckas ocHoga camemoghumuou camoHecoemMecmumMocmu
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Y wmaka  (Papaver rhoeas) cTonOWka  TpaKTHUYECKH  HET, MEXaHU3M
CaMOHECOBMECTHMOCTH PEATH3yeTCs MyTEM M3MEHEHHS! paOdOThl aKTHHOBOTO IIUTOCKENETa U
porpaMMHUpyeMoN KJIeTOUHOU rudenu (puc. 12.14).

S-receptor? S-protein
S-iocus — I
d 2

“Self-pollen”  “Cross-pollen”

/ CDPK .
proes ,' 09MAPK (p56) | \

depolymeriz}aﬁor“I f /
-

Caspase-like
(=22 \ protease

Ca?*-influx

Stigma surface

Puc. 12.14. Monexynapuas mooenv camonecosmecmumocmu y Papaveraceae

JUJ11 MHOTHX 371aKOB XapaKTepHa JIBYXJIOKyCHas cucteMa KoHTpous (S + Z). B nanHOM
cllydyae MpopacTaeT Ta MbUIbIA, B KOTOPOH XOTS OBl OJMH U3 JIOKYCOB OTJIHMYaeTcs (pHuc.
12.15). BonbIIMHCTBO TEHOB C HEW3BECTHOM (YHKIMEW, €CThb TE€HBl C DJKCIpeccuedl B
PBUIBIAX/TBLIBLIE.

Genotype of

pollen parent: §,8,Z,7Z 8,8.Z,Z;
Pollen SiZ: SiZ1 81Z;
genotype:

Genotype

of pistil:

Outcome: 50% compatible  75% compatible

Puc. 12.15. Mexanuzm camonecoemecmumocmu y 31aK08
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

CeMs3ayaToyHasi CAMOHECOBMECTHMOCThb

[Teib1IeBast TpyOKa XOPOIIO MPOPACTAaET 0 ceMsA3adyarka, a Jajee IpOUCXOIUT apecT,
CIIMSIHME SAep SHLEKIETKH M CHEpMHUS HE INPOUCXOIUT. TO €CTh KOHTPOJb Ha YpOBHE
JOCTHKEHUS ceMs3ayaTKa, YTO JOCTATOYHO CJIOKHO HCCIeNoBaTh. Y KaKao OYEHb CIIOKHAs
CUCTeMa, IIPU ONbUICHUU:

1. YpoBeHb 3THIIEHA HE 3aBUCUT OT MPOUCXOKICHUS MbUIbIIBI

2. YpoBenb ABK noBblaeTcs npu WIUIETUTUMHOM OTNBUICHUH

3. Yposens VK nosslaercs npu JErMTUMHOM OIBUIEHUU

Jlig xakao xapakTepHa IBYXJOKycHas cucremMa koHTpois (CH2+CH4) m cnoxHas
CUCTEMAa  JOMHMHHpOBaHMs  aieneii Ha 4  xpomocome.  JIONOJHUTENBHO — 3a
CaMOHECOBMECTUMOCTb OTBEUYAET U 1 XpoMocoma.

CymiecTByeT Takke MOCT3UTOTHYECKas/KpPUIITUYECKasi CAMOHECOBMECTUMOCTD (ITociie
OIIOIOTBOPEHUS), KOT/Ia MPOUCXOTUT abopTHpOBaHME 3apojblimia. Takue MeXaHU3MbI
CaMOOMBIICHUS PEAU3YIOTCS B KOHIIE MEpHOJa LBETEHUS, KOTJa IIAHChl Ha MepeKpECTHOE
CaMOONBIJICHUE UCUYEPIIAHBI.

HpeononeHne CaMOHECOBMECTHUMOCTH

CaMOHECOBMECTHUMOCTh — CEephE3Hast CENbCKOX03AUCTBEeHHAsA Mpobaema. CyIiecTByeT
HECKOJIbKO BApUAHTOB €€ MPEOI0ICHHUS:

1. Omnbutenne 6ytona (Bud pollination)

2. Meroa nbutbiibI-MeHTOpa (Mentor pollen): cMech MBLIBIEI (COBMECTHMAs TBUTbIA +
CBOSl TBUIbIIA). MOXXHO TIpeIBapUTEIbHO COBMECTUMYIO TMBUIBILY 00paboTath Y-
paguanuen

3. Tosanee onbuenue (Delayed pollination)

4. Xupyprudyeckue MeETOAbl: ONbUICHHE «ImeHbKa» (Stub pollination) wim ymaneHue
phUIbIIA

5. BHecenwue cycrieH3un nbUIbIb B 3aBs3b (Intra-ovarian pollination)

6. OmnonorBopenue in vitro (In Vitro pollination)

7. Temmneparypnslii mok peuibiia u cronoduka (Elevated temperature) +50°C

8. Myrarenes S-nokyca

9. Xwumwnueckas 006paboTKa mecTHKOB: IuKIorekcumu, rekcat, ['Ks, UMK, HYK u ap.

10. Coustane mportoriactoB (Protoplast fusion). OOGBIYHO HCHONB3YIOT COMATHYECKHE

KIJIICTKHU
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UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Jlekuus 13. Peryasinusi pa3BuTHS IJIOI0B
JBOJIOLMOHHOE NIPeodpa3oBaHue reHuIest

Mognenb KOHIYIUIMKATHOTO IUIOJOJIMCTUKA (Kapmejulbl) — CUMUTAETCs, YTO HCXOIHO
CEMEHa pa3BUBAJIMCh HA OTKPHITOM JMcTe. B Xozme »sBomonMH C IENbI0 3alUTUTh
ceMsI3a4aTKy MPOUCXOAMIO KOHIYIIMKATHOE CBOpPAuMBaHUE JIMCTA BJOJb TJIABHOM JKUJIKU U
JanbHelinee cpacTaHue ero kpaés. TakuMm o00pa3oM IUIOAOJIMCTHK COJEpXKall PhUIbIE
(BocmpuHHMMarOMIas TKaHb), CTOJOWK (TIPOBOJHUKOBAs TKaHb) W 3aBsI3b C CeMsA3adyaTKaMH
BHYTPH.

I'enpux Asryct Pygonbd I'puzbax B 1854 1. mpemiokuia TEpMHHBI AJsl ONMUCAHUS
THHEeLes/Tuoa:

¢ ANOKapnHbli — U3 CBOOOAHBIX IUIOAOJUCTHKOB (Kapmesn). [IpenenbHblii BapHaHT,
KOI'/1a IUIOJJOJUCTHK OJJUH — MOHOMEPHO-aN0KAPIHbII

e CHHKAPHHBINA — U3 CPOCHIMXCS TUIOAOJIIMCTHKOB (Kapmeit), 00pa3yrouux OTAeIbHbIe
KaMmepsl Iioaa

e [lapakapnHblii — U3 CPOCIIMXCS IJIOJOJIMCTUKOB (Kapmesur), o0pa3yromux OOIIyio

KaMmepy Iioja

Apmen JleonoBnu TaxTaksiH HaJIOXKWI 3Ty HACO Ha 3BOJIOLMOHHOE JEPEBO
torpantHei smoxu (puc. 13.1).

MapakapnHbif NnauHapnHui

UeHOKapnHbie reHuueu

Puc. 13.1. Deonroyuonnoe npeobpazosanue cenuyes

Arabidopsis  thaliana (L.) Heynh. — MopgenbHOe pacTeHHe #3 CeMeiCcTBa
Kpecronsernnsie (Brassicaceae, Cruciferae). XapaktepHble mioasl g KpecTolBETHBIX:
CTPYYOK ¥ CTpy4oueK. [lapakapmHelii 10/ U3 ABYX IUIOJOIMCTHKOB, IEPErOPOIKa JIOKHAS.
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UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

OBOJIIONYS IJIOJOB:

Kopobouka (cem. MaxkoBble, Mau€k >KENTHIA, DUIIONBIUSA KamudOpHHUICKAs) —
JUIMHHASA, COCTOUT U3 JIByX YacTel, BCKPhIBACTCA JBYMs ILIBAMU

(cem. MakoBble, UucTtoren OONbIIONH) — MPU pa3pbiBE OTACIUTEIBHOTO CIIOS JIBE
CTBOPKHM YAAJISAIOTCA, OCTAIOTCSA CEMEHA Ha paMKe

CTPYYOK — IIJIOJ CPAaBHUTEIIBHO Y3KUW WU JUIMHHBIN, C JIOKHOU IEPErOPOAKON MEXKIY
paMKaMHu.

CTPy4O4Ye€K — J/JIMHA W IIHPUHA COMOCTAaBUMBI (YIUIOIICHHE BIOJIb PAMKHU WU
HA00O0POT pe3Koe CKaTHE PAMKU U BBIPOCTHI Ha CTBOPKAX)

Pa3BuTHe 1 IOMeHHAsl CTPYKTYpPA reHuiest

Haumnas co cragmu 7 BO3HHMKAaeT KOJBLIEBOW Bailuk reHuresd. Ha cramum 8 u 9
IpoJIoJDKAeTCs pocT (HepaBHOMEpHBIM) B Buae wwimmHApa. Ha cragum 11 oTBepcTHe
3apanimBaeTcs, MOsBIsieTcs OynyIas peUIblieBas TkaHb. Ha cramuu 12 — 3penas peuibiieBas
TKaHb, IEIUKOM 3aMKHYTBI T€HULEH, XapaKTEPHBIN U1l IOKPBITOCEMEHHBIX. [InononucTrku
CpacTaroTCs KOHT€HETAIbHO, TP 3aKJIaJIKe HE BUIHO IPAHUIl MEKy HUMH.

Stage 12 Stage 13

Stage 11

Stage 7

Puc. 13.2. Pazeumue cenuyes y Arabidopsis thaliana

Ha cragum 13 — cdhopmupoBaHHBI T'eHUIEH, WUMEIOIMHUA CIO0XHYIO JTOMEHHYIO
CTPYKTYpY (puc. 13.2):
® BCpXHHI (aMMKaIbHBIN) TIOMEH — y apabuorcuca CTepHuiieH, COCTOUT U3 KOPOTKOTO
CTOJIOWKA, PHUTBIIEBOM U TPOBOIHUKOBOM TKaHU
® CpemHUN TOMEH — JIB€ CTBOPKH, MPUJIETAIONINE K PaMKE C CEeNTO (MeperopoKoil)
BHYTpU. Mex 1y paMKoOil U CTBOpPKaMH €CTh IIOB, IO KOTOPOMY BCKPBIBACTCSI ILJI0]T
e HWKHUH (0a3aIbHBIN) JOMEH — THHO(OP
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUAMU HA VK.COM/TEACHINMSU

Tpu Hanpasnenus qudhepeHIupoBKU JoMeHOB (puc. 13.3):
1. naTepanbHBIN/MeIUATBHBIA TOMEH
2. abakcuanbHBII/agaKCualbHbII TOMEH
3. GasalbHBIN/IIEHTPATIbHBIN/aNUKAIbHBINA JOMEH

6a3
3.75 4 525 625 725 975 1025 115 13'.25
earlyst5 latestb st6 st7 st8 st9 st10  st11 st12
[ | gg, ma {\/Aeldlal domain / replum Medial adaxial septum,
. Style . B Valve margins transmitting tract,
B Lateral domain/valve  ®m Gynophore placenta and ovule

Puc. 13.3. Pazeumue u 0omeHHass cmpyKkmypa ceHuyes y apaouooncuca

TI'opmonanbHas peryasuus. Tpanckpunromuka

Hnst Toro, 4to6s! chOpMUPOBATH pa3HbIe TOMEHblI U THUIBI TKAHU, IO XOIY Pa3BUTH
MPOUCXOAUT NEpEKIIIoYeHre nopsaka 260 reHos.
[TpoBoasimas cucremMa KOHTPOIUPYETCS MMOTOKAaMHU ayKCHHOB (puc. 13.4).

@ Auxin
© Cytokinin

Stage 7 Stage 8/9 Stage 10-13

Puc. 13.4. Pacnpedenenue aykcuna u yumoKuHUHA HA PA3HbIX IMANAX pa3eumust 2eHuyest
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
YYEB BJIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

HeoOxomnMo  BiimrouuTh TeHbl uaeHTuyHocTh reHunes. ABCDE-cucrema:
AGAMOUS++SEP3 (MADS-box family, kBapter: knaccel C & E) APETALA2 (AP2/EREBP-
family: xmacc A). Ynpasiaenue MopdoreHe3oM JgucTta: (aKTOPbl TPAHCKPHUIIITUH
Homeodomain leucine zipper (HD-ZIPIII): PHABULOSA (PHB), PHAVOLUTA (PHV),
REVOLUTA (REV) — anakcuansHoe pa3Butue. Bripase oxunats: miRNA.

ba3ajbHbIi, HEHTPAJbHBINA U ANIMKAJIbHBbIN JOMEH

Ompenenenue Tpanuil AoMeHoB: perymsius aykcuHom — ETTIN (ETT) = ARF3
BMecte ¢ ARF4. YMmeHbmaercs 1eHTpaJbHBIA JOMEH, YBEIMYHMBAETCS Oa3ajbHBIN JTOMEH,
MEHEee YETKHUE TPAHUIIBI MeXKIy nomMeHamMu (puc. 13.5-13.6).

Puc. 13.5. Veenuuenue cmenenu nposenenus mymayuu ett

Iz

-—
-+ - -

I = trans. tract [l =medial ovary
= style Il = internode
B = valve @ = idioblast
o = medial bundle

ETT ett-2 ett-3

Puc. 13.6. Pacnpeoenenue mraueti pasiuyHulX mMunos y cepuu Mymanmos ett

VY nBOIHBIX MYyTaHTOB eff tsl (tousled) xaprennbl HE MOTYT CpPAacTHUCh, IUIAIICHTHI
roJible, HO 3aKJIQJbIBAIOT CEMA3a4aTKH.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

KouTposnp anmkanbHOro JOMEHa — pa3BUTHE pPhUIbLA W MPOBOJHUKOBOW TKaHHU.
®dakrops! Tpanckpurnuu bHLH-family:

SPATULA (SPT) (B nayasie pa3BuTHsi). MyTaHTHI Spf 9aCTUUHO (HEPTHIIHHBI.

HECATE (HECI, HEC2, HEC3) (no3xe B pa3BuTHH). HeraTuBHO KOHTPOJIUPYIOTCS
yepe3 ETTIN (ARF3). MytanTtsl hecl n hec3 Ha pone HEC2-RNAi TOTHOCTBIO CTEPUIIbHBI

Moryt o6pazoBath rerepoaumepsl. Dxcnpeccus HEC ue 3aBucut ot SPT.

Y MyTaHTOB hec HabMOJaeTCsl yMEHbIICHUE TPOBOIHUKOBON TKaHHU / CKOPOCTH POCTa
nbUIBIEBBIX TPYOOK. [Ipu runepakcnpeccun 35S: HEC HabmogaeTcs: yBeIUYEHUE PhUIBLIEBON
TKaHU (KaK y eftin).

HALF FILLED (HAF) — nmporpammupoBaHHasi KJI€TOYHasi THOEIb B MTPOBOTHUKOBOM
TKkaHu. [TonoxurensHo perynupyercsa ARF6 u 8.

BpaccunocrepounubIit KOHTPOJIb bepTUIBHOCTH BRASSINOSTEROID
ENHANCED EXPRESSION 1 u 3 (BEE1, BEE3)

Okcnpeccus B IPOBOJHUKOBOM TKaHU. B perymsimuu: nosxe SPT u HEC.

Poct nbuibLieBBIX TPyOOK y TpoitHOro mytanta haf beel bee3 Hmke, ueM B KOHTpoIIe,
a npu runepakcnpeccun AtML>>HAF — Bpiine.

®akrtop Tpanckpunuuu Zn-finger family:

NO TRENSMITTING TRACT (NTT) — myTanT ntt He ¢hopMHpPYET TPOBOTHUKOBOM
Tkanu. Brusger Ha skcnpeccuro BREVIPEDICELLUS. Takxke yBenuuuBaeTcs MeAUAHHBIN
nomeH (replum).

Takum 00pa3oM, Mpu pa3BUTHUU IEHTPAIBHOIO M AUKaJIbHOTO JOMEHA MPOUCXOJUT
MHOIOypoBHeEBas peryyauus. OAuH U3 NEPBbIX YPOBHEW — PErysslus ayKCUHOM, KOTOPBIN
neiicteyer Ha cBoum (aktopel otBeta (ARF 3 u 4). OHu SBISIOTCS HETaTHBHBIMU
perymstopamu ¢dakropamu reHoB SPT u HEC, koTopbie 0TBeUaroT 3a pa3BUTHE alTUKAILHOTO
JOMeHa. OTO TMO3BOJSET YCTAHOBUTH TPAHMULBI MEXAY AaNHUKAIBHBIM M I[EHTPAJIbHBIM
nomeHoM. Jlamee stu reHbl BkmrowaroT ¢aktopsl Tpanckpunmmu BEE u HAF, kotopsie B
nanpHelmeM OyayT y4acTBOBAaTh B MPOrPaMMHUPYEMOIl KJIETOYHOM THOENW U MPOAYyKLIHU
BHEKJIETOYHOTO MaTpHukca. Takke K peryiilud MOJIKII0YaloTcs OpacCHHOCTEPOUIbI,
daktopel NTT u BP (koHTpOIH IpOTHdepaIuu KIeToK).

B anwukanbHOM JOMeHe Ha TOCJEIHEM JTarne O4YeHb BaXKHO CHeNlaTh CpacTaHue
reaunes. Y myrantoB CRAB CLAW (CRC) (daxrop tpanckpuniuu HD-Zip 1II, YABBY
family) u SPATULA (SPT) (¢axtop tpanckpunuuu bHLH family) napymeno cpacranue
Kapresul. Y JBOMHOro MyTaHTa cpacTaHHe HapyllaeTcsl yxe Ha Oojiee paHHHUX dTamax. OTd
IeHbl KOHTPOJIUPYIOTCS U B3aumozeicTByor ¢ ABCDE-cucremoiil. Hapymaercs pannanbHbiii
POCT KapmeJul, Py 3TOM IPOAOIBHBIA POCT COXpaHSIETCS.

®daxkTtops! Tpanckpumiuu AP2-family:

AINTEGUMENTA (ANT) — KOHTpOJIb pa3BUTHS JINCTA U CEMs3adaTKa.

APETALA 2 (AP2) —ren kitacca A, KOHTPOJIb Pa3BUTHS YAIISTUCTUKOB M JICTIECTKOB

Tpanckpunimonnsie penpeccopsl LEUNIG (LUG) + SEUSS (SEU): kagactpanbHble
T'eHbl, OTPaHUYMBAIOT aKTUBHOCTh AP2 B 1IeHTpe 1BETKA.
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MeauaHHbIN U JIaTePAJIbHBINA J0MEH

VY MyTaHTOB ap2 yBeIWYEH PETHOH PaMKH, YCHIIEHA JTUTHU(PHUKAIHS CTBOPKU.

Konrpons wMeamnanHoro pomena: akropsl Tpanckpunuud WUSCHEL-related
homeobox family — WOXI13. Ilpu runepskcnpeccun WOX13 yBenuyeH pPErvoH paMKu
(replum). Ilpeamonararor ydactue WOXI3 B MO3MIIMOHHOM CHUTHQJIMHTE BJOJIb MEIHO-
JaTepaJbHOU OCH.

Kopotkue mentuapl CLE cnenududHo SKCOpecCHpyOTCS B ONMPEACTEHHBIX YacTsX
TeHHULes.

Wnentuunocts cTBopku (valve): ¢axrtop Tpanckpunimu MADS-box FRUITFUL /
AGAMOUS- LIKE 8 (FUL / AGLS8) HeratuBHslii KOHTPOJIb MEIUAHHOTO IOMEHA, pa3BUTHE
JaTepaJbHOro JI0MEHA.

Nnentnunocts paMku (replum): GpakTopsl TPAHCKPUTIIIUN C TOMEOJOMEHOM

e REPLUMLESS (RPL) (homeodomain, BELL1-class) — KOHTpoJb pa3BUTHS JTUCTA U
ceMs3ayaTKa

e BREVIPEDICELLUS (BP/KNATI) (homeodomain, KNOX I-class)

e WUSHEL-LIKE HOMEOBOX 13 (WOX13) Ancient clade

«HesckpriBatommiics»y ¢enorun (indehiscent) MoXeT BBI3BIBATHCS Pa3TUIHBIMU
AHATOMUYECKUMHU TIPUYUHAMMU:

e ®dopmupoBanue nurHHpUIEpoBaHHOTO ¥ otaenutenbHoro cios (INDEHISCENT
(IND) — daktop Tpanckpuniuu bHLH- family)

e OrrpaHdyeHre MeIWalbHOTO M JIATEPaJbHOTO JIOMEHOB (CTBOPKM U PAaMKH)
SHATTERPROOF 1 u 2 (SHP1, SHP2), MADS-box, AGL, y HEKOTOpPBIX TaKCOHOB
BeimotHsIeT GyHK1mu kinacca C (ABCDE-cucrema)

Takum oOpa3zom, Ha rpaHHIle MEXIY CTBOPKAMHU U PaMKOW HaOIIoAaeTcs CIOKHas
B3aWMHas peryisnus (HakropoB TpaHcKpunuuu. C OJHON CTOPOHBI, B paMKe paboTaeT IreH
RPL, xotopsiii 3anpemaer skcnpeccuto FUL. Ananormuno FUL »skcnpeccupyercs B
CTBOpKax, 3ampemas B 3Toil 30He skcnpeccuto RPL. Ilporpamma passutus nucra (FIL,
YAB3. JAG) penpeccupyercs renoMm RPL, Ho akTuBupyer skcnpeccuto rena FUL. B 30He
KOHTaKTa (Ha rpaHUIle JIATEPAIbHOTO U MEAHAIIBHOTO JOMEHA) IKCIpeccupyroTcs: rensl SHP,
oHM BKmMo4aroT reH IND, KOTOpeIii 3amyckaeT CceTh peryisiuu Trud0eperTmHaMU.
['u60epemmua Brimouaer reH ALC (9kcmpeccupyeTcss UCKITIOYUTENBHO B OTACIUTEILHOM
cioe).

®daktop Ttpanckpunmuun WOX13 paboraer uepe3 cucremy SHATTERPROOF /
FRUITFUL. Kontpons MmeauanHoro gomeHa: WOXI13 ycunuBaer skcnpeccuto SHP n
ocnabmnster skcnpeccuto FUL. CnencrBue: mpu runepakcnpeccun WOX13 yBennuuBaercs
MeananHbeii fomeH (Replum).

'opMOHaNBHBI KOHTPOJIB 3KCIIPECCUU: HMHTHOMTOp TpaHcmopra aykcuHa (NPA)
HapymaeT narrepHsl skcnpeccuu renos FIL, SHP2 u KNAT]I.
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BapuaHTbI BCKPbIBAaHHUS

[Tnoxbl y KpecTOLBETHBIX HE BCErna BCKphIBaioTca. Hampumep, cTpydok pezmca
IIOCEBHOTO TPOCTO OTJIAMBIBACTCS OT pacTeHus. FEucaria erucarioides WCIIONb3YyeT JBE
crtparerun BckpbiBaHus (puc. 13.7). Ilpoucxoaut otneneHue (GepTUILHOTO aNMMKaIbLHOTO
JIOMEHa, TPH OTOM MPOKCUMAIBHBIA JIOMEH OCTa&TCsl IUIOTHO MPHKPEIUIEHHBIM K
MaTEPUHCKOMY PacTEHHIO, KOTOpOe 00pa3yeTcs MepeKaTu-1moie, OTPIBACTCS OT KOPHS U TI0
Mepe MepeKaThIBaHUsI OT HETO OTJIAMBIBAIOTCSI OT/ICIIEHBIC CTPYYKH (2 TOYHEE OCTABIIUECS OT
HUX 4acTH). AHaJOrHYHAasi CUCTeMa BCKPBIBaHUsI 1J10/10B Habmoxaercs y Cakile lanceolata.

Distal segment

A
D Lot
N/

Proximal segment
AP Y

Y
>y !E
Erucaria erucarioides A A A

Puc. 13.7. Cxema sckpvisanus niooa y pazHulx U008

Y

Cakile lanceolata

B paiione pactpeckuBanusi skcrpeccupytorcst rensl SHP u ALC, 4T0 crocoOcTByeT
BO3HMKHOBEHHIO 30HBI OTJACIICHHUS B HOBOW oOmactu. Takum 00pa3om, crmocod BCKPBHITHS
3aBUCHUT TJIaBHBIM 00pa3oM OT aKTUBHOCTU reHOB SHP u ALC, u mpaKTUYECKHA HE 3aBUCUT OT
skcnpeccunt FUL u RPL.

BapuaHTb! BCKpbIBaHUS 3aBUCSAT OT JIMTHU(UKALIUY U CO3/IaHUS OTAEIUTEIHHOTO CIIOS,
YTO MOKET IPOMCXOIUTHh B MOP(OJIOTHUECKU Pa3HbIX YacTsx mioza. Kiaccuueckuii Bapuant
BCKPBIBAHMSI — HAYMHAasg C BEPXYIIKH BJOJb LIBOB, COCAMHSIONUIUX TUIOJOJUCTUKU. Y Maka
BCKPBITHE MPOUCXOHUT TOJIBKO B BEpPXHEW 4acTU KOPOOOUKH, BECh OB HE Tpeckaercs. Ilmon
MaJIbBbl PACTPECKHUBAETCA 10 MECTaM IE€PErOPOJOK, BBIWIECHSAIOTCS OJHOCEMSHHBIE YacTH
reHures. Y TpeACTaBUTENEH KOJIOKOJIBYUKOB BCKPBIBAHHE KOPOOOUKH MPOUCXOAHUT Yy €&
OCHOBaHUSI.
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOAWJT

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
YYEB BJIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

AOaKCHAJIBHBIN U aJaKCHAJILHBIN JOMEH

@axkrtoper  Tpanckpunuuu PHB, PHV, REV  kouTpomupyroT  BEpXHIOIO
(amakcuanpHYI0) MPOTpamMMy Pa3BUTHUS JTUCTA (U, CIIEOBATEIBHO, IJIOJOTUCTHKOB). DaKTOPHI
ARF, YABBY, KANADI koHTpoiupylOT HIWKHIOIO (a0akCHaJlbHYI0) dYacTb. [ paHuna
onpezaenserca reHamu kiacca WOX.

AlakcuaibHO-afjakcuaibHas nuddepeHIMpoBKa OYeHb Ba)KHA JIJII COYHBIX TUIOJOB.
Cawmas HapyxHas (abakcuaibHast) TKaHb — SK30KapM (SMHUIEPMUC), CITYKUT JJIs1 TPUBJICYCHHUS,
BBIJICTISIET Taxy4ue BelmiecTBa. Me3zokapn (GopMupyeT MIKOTh IutoAa. KaMeHHUCTHIN, CHIIBHO
TUTHA(DUIIMPOBAHHBINA SHIOKAN 3allUIIaeT ceMs OT TiepeBapuBaHus. Y O00OBBIX B
abakcranbHO-aJJaKCHATIbHOM HAIlpaBJICHUH BBIICISIOT JI0 SU CIIOEB.

SHATTERPROOF u SEEDSTIC (STK) — 3anyckatot 3xcnpeccuto NST1

SHATTERPROOF + SEEDSTICK — ueHTU4HOCTh 3HAOKapna

FRUITFUL — naeHTHYHOCTD ME30Kapma + 3K30Kapna

Pons ALCATRAZ n INDEHISCENT B pa3BUTHM KOCTSIHKH ITOKA HE BBISICHEHA

NO SECONDARY WALL THICKENING 3amyckaeT TurHuuKaIuio

@.@o.. 0000..\:
OOOOH® CO0NOO® 2
000000 GOOOO®® |2
@@0@@@ OQOQQQJ
Q... . DO -
00HOOO® 6000000 |

0000000

0000000 )

Puc. 13.8. I'envi, pecynupyrowue abakcuaibHo-a0akcuaibHyio ouggdepenyuposxy
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN TIPO® PETAKTYPY 1 MOXKET COJIEPYKATD OIIABKH
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

Ha mocrarouHo paHHMX 3Tamax pa3BUTHS PAcTEHHE OJDKHO BHIOPATh: BKIIOYATH
T'CHBI, OTBETCTBEHHBIC 32 JIMTHU(DHUKAIINIO, YTONICHNE KIETOYHOW CTEHKH M (popMHUpOBaHUE
sHpokapna (puc. 13.9, 3enéHpIM), WIM WATH 1O IyTA OWOCHMHTE3a aHTOIIMAHOB U
(b1aBOHOMIOB, XapaKTEPHBIX I TKAHW dK30Kapria 1 Me3okapma (puc. 13.9, kpacHbIM).

W-J\AQ-Q/YL

Cinnamoyl-CoA Cinnamic acid - Phenylalanine
G, . G|
0. OH
\)L HCT S CAD PER
HQ’Q/ 5o HCT | O‘ NC/\ HG’QA) HD/@/\'OH H Egnin
p-Coumaroyl-CoA p—(,oumﬂ.roy] shikimic p-Coumaraldehyde p-Coumarylalcohol
o, [cam |
HO g
o L o T gy
Laffeoxlto/\ aﬁeog,lghlkmnc ac1d (_affe}l dehyde Caffeyl alcohol
W N ~" lcomT] COMT[IJ
GHa
AP W, CCR (& -ER
HO & T\;[ ! I— G hgmn
Feruloyl-CoA Coniferyl aldehyde (,omfery alcohol
(i),
HyC” L(r’\/% - HyC” f\;/i/\m
- - S-Hydroxy-coniferalde 5-Hydroxy-coniferylalcohol
I o)
HO N2 O,
HyC”
Sinapaldehyde Sinapyl alcohol
e
Senms  Nren goss b
Dﬂl}a“omcctm Dllmdromyncem Leucodelphmjdm Dclplu:udm
HO, . -OH OH OH
T LK, O, Lo, ! J/T
Yy - /‘DH OH \’ © M Anthocyani
R — % 1}51 YU TLL, o
2,3,4,4,6-Pemahyclroxychalcone Eriodictyol Dﬂlydlfquememl- Leucocvamdm Cyamdm
geolag o -
B o o |
OH © OH © OHHO
Naringenin chalcone Naringenin D].hydrobempfero-eucopelalgou1¢n Pe]argorudm
Puc. 13.9. I'envt buocunmesa aueHuHa u haagoHouU008
CemsazauaTok: Ki1accuGukanms, J0MeHHasi CTPYKTYpa U pa3BUTHE
400 wmuH JIeT Ha3aJd BO3HUKAIOT TIEPBBIE CEMEHHBIE pACTEHUS — CEMEHHBIE

nanopoTHUkKH (Pteridospermae).
Ha puc. 13.10 mpexacraBiieHa CTPOEHHE THUIMYHOTO CceMsi3adyaTka ABYIOJIbHOTO
pacrenus mnpencraBieHo. CeMs3ayaTKd y IBETKOBBIX PACTEHUN OTJIMYAIOTCS MO CTENEHU

W30THYTOCTH: OpTOTpomHbIH (puc. 13.11 A), anatponusiii (puc. 13.11 B) u kammunoTpomHbIit
(puc. 13.11 C).

I1o 4Kcily ”HTEryMEHTOB pa3jInyaroT:

e OWTerMHUYECKHI (Ba WHTEryMEHTa) — y OOJBIIMHCTBA Oa3albHBIX ABYJIOJBHBIX, Y
OJTHOJIOJIBHBIX, y K1aasl Rosids
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< KOHCIIEKT MO/IrOTOBJIEH CTYAEHTAMH, HE TIPOXO/IUJI
MOJIEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU

IMMPO® PEJAKTYPY U MOXET COAEPXXATbH OLIMBKH
yyEB BHAHI/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

® YHUTETMHUYECKHH (OJUH HWHTETYMEHT) — y Oa3albHBIX TpyII (MOTEps BHEITHETO

UHTETyMeHTa), y Asterids, y Impatiens (oTnenbHbIe BUIBI, «THOPUIU3AIMSD TPOTPaMM
pa3BUTHS)

aTerMUYEeCKUil (HET MHTETyMEHTOB) — y MHKOTpodHBIX Santalales, y Gentianaceae
(uet nuddepeHIMPOBKY HA HHTETYMEHTHI U HYLIEIUTYC)

L
et

a1y e o

CrpocHHe ceMsI3auaTia:

1, 2 — BHYTPEHHMHA ¥ HapYXHLIA MHTETYMENTL; 3 —
st eKIeTKa, 4 — 3apojiLiieBLf MeWoK; 5 —nyLejulyc;
6 — xanasa; 7— aHTHIOAL; § —BTOPMUHOE SApO; 9—
cMHepruiL; 10— dynukynioc; /1 — rnaneura; /12—

TPOBOAAILMIA 1TyH0K; 13— NbuisLieBxol (MUKponune)

Puc. 13.10. Cemazauamok 08y0016H020 pacmeHus

Puc. 13.11. Paznosuonocmu cemMa3a4amrko8 no CmeneHu u302Hymocmu

Pa3Burue ceMsizauaTka y apaduaoncuca:
® 3aKJaJKa MPUMOPIUEB
® paguaIbHO-CUMMETPUYHBIN pocT
paguanbHO-CUMMETPUYHBIN IPUMOPAUI BHYTPEHHETO UHTETYMEHTA
® TIOJYJYHHBIN NPUMOPIUIl BHEIIHETO HHTETYMEHTA

156

BONOT NMEC KU -
£ oaKynbTET
MY UMEHM

M.8. IOMOHOCOBA


https://vk.com/teachinmsu

KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

® AHM3O0TPONHBINA POCT
® 3peIblid CEMA3a4aToOK
MADS-renbl, y4acTBYIOIIME B 3aKJaJKe MPUMOPIAUEB ceMsi3adyatkoB: AGAMOUS,
SHATTERPROOF1, SHATTERPROOF2.
JlJis OMHOYHBIX MYTAHTOB ag, shpl W shp? HE BBISIBICHO aHOMAIUW B Pa3BUTHUU
cems3a4aTKoOB. OTIUYAETCS JIUIIb YHCIIOM CEMSI3a4aTKOB B CTPYUKE
AGAMOUS-LIKEI11 = SEEDSTICK (STK)
Jlnst MyTaHTOB Stk TIOKa3zaHO yBenudeHHe (yHUKylyca, HE MOryT o0Opa3oBaTh
OTJICIUTENBHYIO 30HY U, KaK CIIEJICTBUE, CEMEHA HE OMaJaloT.
Hanpagpienus nudpepeniupoBku 1oMeHoB (puc. 13.12):
Jns cems3adaTka B LIEIOM:
1. TIpoxcuManbHBIN / TUCTATBHBINA JOMEH
e O@ynukynyc (F)
e Xamaza (C)
e Hymemryc (N)
2. AbakcuanbHbIHN (THHOOA3aTBHBIN) / aJakCUaTbHBIN (THHOAMMKAIBHBIN ) TOMEH
JIns KaXKI0ro MHTEryMEHTA:
3. ApnakcuanpHbIH / abakcualbHbBIN

Gynobasay

Proximal
Puc. 13.12. [lomennas cmpykmypa cemazauamra

PasBurtne cemsizauarka (puc. 13.13):
HyuennspHublii 1oMeH:

® HyIE/UTyC — NEpUcnepMm

e apxecrnopuajibHas KJIETKa — MEracrnopa — 3apObIIEBbI MEIIOK
XamasaJbHbIA JOMEH:

e BHYTPEHHHI HHTETYMEHT (JIBYXCJIOWHBIN)

® HapY>XHBIH UHTETYMEHT (JIBYX- MHOTOCIIOMHBIH )
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. KOHCIEKT ITOJTOTOBJIEH CTYIEHTAMU, HE TIPOXOJIAJI
MONEKNAPHAA TEHETUKA PA3BUTUA PACTEHUU [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI

YvyE BJIA I[I/IMI/IP BUKTOPOBUY CJIEJVTE 3A OBHOBJIEHUMAMHU HA VK.COM/TEACHINMSU

A Apical Gynoecium axis Basal

Apical

o M Inner integument
P B Outer integument
) Chalaza

- % Nucellus

@ B Funiculus

Basal

Stage 1-1l Stage 2-1I Stage 2-1l| Stage 2-V

Puc. 13.13. Cmaouu pazsumus cemsazauamxa

T'opmoHanbHBIH KOHTPOJB (puc. 13.14):

AYKCHH y4acTBYET B Pa3METKe CEMsI3a4aTKOB

I'enst CUC1 u CUC2 oTBeuaroT 3a rpaHULbI ceMsizauyarka
Kontpons ARF (MONOPTEROS)

[Tponudepanus 3aBUCUT OT IUTOKUHUHA

I'en ANT perynupyetcst OpacCCHHOCTEPOUIAMU U ayKCHHAMH

CUC ucnonb3yroTcst MOBTOPHO /711 OTTPaHUYEHHS] IPUMOPANEB MHTETYMEHTOB

Primordia
growth

//; [ \\\
CK CK

cuc1-2 cuc1-2
I I
MP >ANT < MP
\ AUXIN /BZI;1\ AUXIN /
BR

Puc. 13.14. Mooenv 20pMOHANbHO20 KOHMPOLS PA3BUMUSL CEMA3AYAMKA

MyTaHThbl pa3BuTHs ceMsa3adaTka (puc. 13.15):

e SPOROCYTELESS = NOZZLE (SPL = NZZ). benox B3auMoJeHCTBYET ¢ (paKTOPOM
tpanckpunuuu INO (YABBY-family) u kopenpeccopamu TOPLESS / TOPLESS-RELATED
(TPL/ TPR). Koutponupyer croporeHe3 (Kak B ceMms3auaTKaX, TaK M B MbUIbHHUKAX).
JIONOMTHUTENBHO: MHAYKLUS DPAa3BUTUS MHTETYMEHTOB. Y MYTaHTOB Spl/nzz  BMECTO
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KOHCIIEKT ITOJATOTOBJIEH CTYJIEHTAMM, HE ITPOXOIWJI

MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU

3apOJIBIIIEBOTO MEIIKa — HE TIOJENMBILAsACS apXecrnopuainbHas KieTka. MyTanTel spl/nzz u tpl
MOXO0H MO peHoTuny. MHOro abOpTUPOBAHHBIX CEMSI3a4aTKOB.

e WUSEL (WUS) — dakrop tpanckpunuuu WOX-family. Konrpons SPL/NZZ.
DKCTpeccupyeTcsl Ha CaMbIX PAaHHUX CTaAWSIX B HYIEIJIIPHOM JIOMEHE cems3adarka. Y
myTaHToB wus (Ha done CLV1::WUS) napymeHn merarameroreHe3. Y MyTaHTOB Wus HET
HYLeJUISIpHOT0/Xana3aabHoro qomeHa. WUS mo/BHIKEH, BIMSIET HAa pa3BUTHE UHTETYMEHTOB B
paiione xanassl. Cucrema CLV1, 2 1 3 He akTUBHA B c€MsI3auaTKax.

o AINTEGUMENTA (ANT) - daxrop Ttpanckpuniuu AP2-family. Perymupyer
3aKJIaJIKy BCEX AaMMeHIUKYJSIPHBIX OPraHOB: JIUCTHEB, OPraHOB ILIBETKA, WHTEIYMEHTOB. Y
MYTaHTOB Ha MECTE€ MHTETYMEHTOB BO3HMKAIOT HEPETYyJIApHBbIE CKIAJKH, UHTETYMEHTHI HE
obpasyroTtcs. Takue MyTaHTBI — SMOPHUOHATIBHBIC JICTAIIH.

o HUELENLOSS (HLL) — 6enok, BXOJSIINIA B COCTaB MUTOXOHPUATBHBIX pubocoM. Y
MYTaHTOB hll yKOpOYEHHbBIE CeMA3a4yaTKH C HEAOPa3BUTHIMH HMHTeryMeHTamu. OcTaHOBKa
pPa3BUTHUSI WHTETYMEHTOB IPOUCXOIUT cpa3zy IMocie 3akialku. B umepapxum mnporpamm
perynsuun HLL ctout nmwke, yeM SPL/NZZ, WUS n ANT.

e INNER NO OUTER (INO) — ¢axrop Tpanckpunuuu YABBY-family. ¥ myTanTtos ino
HET BHEIIHEro MHTETYMEHTa, HO €CThb HapyKHbI. HemocpencTBeHHO B3auMONEHCTBYET C
kanactpanbHbiMu TeHamu LUG, SEU. INNER NO OUTER (INO) noxox Ha CRABS CLAW
(CRC) — mapanoru.

e BELL I (BELI) — daxtop tpanckpunimu Homeo Domain-family. ¥ myranToB bell B
Xalla3aJlbHOM JIOMEHE pOCT €CTh TOJBKO B 30HE BHENIHEro HHTerymeHnra. OOpazyrorcs
HIMPOKUE BBIPOCTHI HEMIPABUIBLHON (DOPMBI, YACTO JIONACTHBIE.

o SUPERNUMERARY STAMENS (SUP) — TpaHCKpUNIIMOHHBIN penpeccop ¢ Zn-
nanbiiaMu. KOHTponupyeT acUMMETpUYHBIH pOCT MHTETYMEHTOB. Y MYTaHTOB Sup
ceMs3ayaTKl MEHee M30THYThl H3-3a 0o0Jieeé CHJIBHOTO pOCTa BHYTPEHHEW CTOPOHBI
WHTETYMEHTOB.

o SHORT INTEGUMENT 1 (SINI) = SUSPENSOR 1 (SUS1) = CARPEL FACTORY
(CAF) = DICER-LIKE 1 (DCLI1). Dicer-like protein — daxrtop caitnniencunra. OH CBS3bIBa€TCS
¢ aeynenoueyHort PHK u nusupyert e€ 1o 20-HyKI€OTUIHBIX (ParMEeHTOB.

o SHORT INTEGUMENT 2 (SIN2) — DAR-GTPa3za muToxoHapuii. Y MyTaHTOB sin2
YKOPOYEHbI 00a UHTETYMEHTA.

o ABERRANT TESTA SHAPE (ATS) — daktop Ttpanckpunuuun KANADY-family. Y
MYTaHTOB ats 00a MHTETyMEHTa KOHTE€HETaJIbHO CPacTalOTCs, aHOMaJlbHAsl CEMEHHAas KOXKypa.
HenocpencreenHo B3aumoneiictyet ¢ ETTIN/ARF3.

e UNICORN (UCN) — nporennkunaza AGC VIII-family. ¥ myTtanToB unc Hapymaercs
[JIaJKUHA POCT, BOSHUKAIOT BHIPOCTHI (HE TOJBKO Ha ceMs3adyarkax, HO U Ha JPYruX opraHax
nBerka). HemocpencrBenno B3ammopeiicteyer ¢ Oenkom  ATS (KANADI-dakrop
TPAHCKPHUIILIUHN ), CHUYKAET €r0 aKTUBHOCTb.
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MOJEKNAPHASA TEHETUKA PA3BUTUSA PACTEHUN [IPO® PEJAKTYPY U MOXET COZIEPXKATb OLLUUBKHI
UVB BIIAJMMIP BUKTOPOBIY CJIEJIUTE 3A OBHOBJIEHMSAMH HA VK. COM/TEACHINMSU
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a2l © o (2
>3 5 -~ g |3 .
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Inner integument o . ﬁrer integument
development ] development (g
(HLL) ————
Integument
separation (ATS) =
INO —
Positive
feedback (UNC)—¥- Initiation
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Integument ;
initiation morphogenesis
(BAG) -
BEL] —»
2]
Nucellus ~e—_
development ""-m ANT —F®
T —= — Funiculus Patlern
Prosimal-diatal arid f ) development formation
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Ovule identity FBPZ7/11 >
Ovule Initiation MGR3/9 Hpetatpal

Puc. 13.15. Komnaexcuas mooenb ceHemuyeckol pe2yisayuu pa3eumusl Cemsasayamsa
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