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IIpoBeaeno Mopgonornyeckoe u3ydeHne BETKOB pa3HbIX copToB Paeonia L. ITokazaHo, 4TO y HEKOTO-
PBIX COPTOB IPOUCXOAUT OOpa3OBaHUe YepelOBaHNI OPraHOB, HE CBOMCTBEHHBIX OOBIYHBIM IIBETKAM: Ya-
LIETHUCTHUK — (JIETIECTOK — ThIYMHKA) X N — IJIOJOIUCTHUK, rjie 2 < N < 4, T.e. BO3HUKAIOT JIONIOJIHUTEIbHbIE
00J1aCTH JIENECTKOB ¥ ThIYNHOK; MOCIIE JH000i TONOTHUTENBHOM 06JIaCTH ThIYMHOK MOKET MPOUCXOIUTD
(popmupoBanue mrogonucTkoB. IToka3aHo, YTO y BETKOB ¢ HETUINYHBIM YePETOBAaHMEM OPraHOB He
IIPOVICXOANT HAPYLICHNUs pa3BUTHUs THIIAa OPTaHOB I[BeTKA. Ha ocCHOBe MaTeMaTHYeCKOro MOAEINPOBAHHUS
AKTHBHOCTH I'€HOB II0Ka3aHO, YTO TaKHe YepeOBaHUs MOTYT BO3HUKATH B pe3yJIbTaTe YBEINICHUS MMysia
CTBOJIOBBIX KJIETOK, UTO IIPHUBOANT K 3aJiep3KKe TEPMAHALUY PA3BUTHS [BETKA.

Karouesvie caosa: ABC-mopenb, Paeonia, cTBoioBbIie KIETKH, MATEMATHIECKOE MOJIEITUPOBaHUE GHOIIO-

TNMYECKUX NpOLEeCCOB.

HecmoTpst Ha 3HAUNTETbHOE MOP(OIIOTTIECKOE
pa3HooOpa3ne BETKOB, IPEANoIaraeTcs, YTo Moje-
KYJISpHbIE MEXaHWU3MBbI, YIIPABISIONINE UX Pa3BUTH-
eM, oueHb KoHcepBaTuBHbI (Soltiset al., 2002; Krizek,
Fletcher, 2005). B HacTosiee BpeMst JOCTHTHYT 3HA-
YUTENbHBII Iporpecc B MOHUMAHUU 3THX MEXaHWU3-
MoB. Ha ocHoBe m3yuenust myrantoB Arabidopsis
thaliana (L.) Heynh. u Antirrhinum majus L. ¢ Hapy-
IIEHHON CTPYKTYpOH mBeTKa Obu1a chopMyIupoBa-
Ha reHeTh4YecKasi MOJIeJIb ONpefesIeHus] TUIa OpraHa
BETKa, nmonyunBiias Hazpanne ABC-mopens (Coen,
Meyerowitz, 1991). CorsiacHo efi, TeHbI, OTIPENIESIO-
[[Me TUI OpraHa IBeTKa, MOApPa3AelsaoTc Ha TpHU
knacca: A, B m C. AKTUBHOCTL T'€HOB Kjlacca A
ompefieliieT pa3BUTHE YAIIeNNCTHKOB, Kinacca C —
IJIOJIOTUCTUKOB W O0ecrneynBaeT TEPMUHAIUIO pa3-
BUTHS IBETKA; COUETaHNE X aKTUBHOCTH C aKTUBHO-
CTBIO TEHOB KJ1acca B ompepensieT pa3BuTue Jenecr-
KOB (A + B) u TerunHok (C + B). [IposiBneHne akTus-
HOCTH TeHoB Kjacca A mw C B OTHOM M TOM K&
ydacTke (paopajJbHON MEpPHUCTEMbI B OJHO M TO XKe
BpeMsl HEBO3MOXKHA M3-32 B3aNMHON HETaTUBHOM pe-
TyJnsinuu TeHoB 3Tux KiaccoB (Drews et al., 1991).
DTa MOJIeTb ONMCHLIBAET PA3BUTHE THIUYHOTO IIBET-
Ka IBYIOJILHBIX, BKIIFOUAIOIIEr0 3JIEMEHThI YeThIpeX
THUIIOB: YaIIeTUCTUKY, JICTIECTKH, THIYNHKHA U TIJIOMI0-

Ipagora noaaepxkaHa Poccuiickum poHIOM (pyHAAMEHTAIBHBIX
uccnepgoBanuii (mpoext Ne 07-04-01515), Poccuiickoit rocygap-
CTBEHHOU NMpOrpaMMoil IO NMOAAEPXKKE HAYUHBIX WIKOJI (Ipo-
ekT Ne 4202.2006.4), Poccniickoil rocygapcTBEHHOI Iporpam-
MOI1 IO TOfiepKKe MOJOABIX YUeHbIX (mpoeKT Ne 920.2007.4)
u IIporpammoii Ilpesupnyma PAH “JIlmramuka reHoOHI0B
pacTeHuii, XXUBOTHBIX U YeJoBeKa .

muctuku. [Tozgaee ABC-mopens Oblila gOIOTHEHA
IBYMS Kiaccamu TreHoB: 1) kiraccom D, o6HapyskeH-
HoM y netynun Petunia hybrida, reast koToporo otse-
JaroT 3a pasputhe cemsinovek (Colombo et al., 1995),
u 2) xnaccom E — npu Hapymenun paboThl EHOB,
BXOJSIIUX B 3TOT KJAcC, B IBETKE pPa3BUBAIOTCS
TonbKo vatnenuctuku (Pelaz et al., 2000).

BonpmmHCTBO 00 BEKTOB, HA KOTOPBIX IPOBOASIT
U3y4YeHue reHeTHYEeCKOTO KOHTPOJISI Pa3BUTHS IIBET-
Ka, IpUHAJIeKaT K rpynme “core eudicots” (BbIcImx
neynonbHbIX) (APG, 2003). LIBeToKk GONBIIMHCTBA
npejcTaBUTeNIel 3TOH TPYIIbI COCTOUT M3 YEThIpEX
THUIIOB OPTraHOB, PACIONIOKEHHBIX B CTPOTO OIpefe-
JIEHHOM IIOpSiIKE: YallIeJIUCTUKY, JEIEeCTKH, ThIUnH-
KU U TUJIOONMUCTHKHA. HeomHOKpaTHO BBICKa3bIBa-
JaCh MBICITb O TOM, YTO BCE U3BECTHBIC THIBI IIBET-
KOB MOXKHO CBECTH K TaKOMY “UfiealbHOMY  LBETKY
3a CYET BapbUPOBAHMS MO HECKOJIBKUM NPU3HAKAM:
HAJMYHAIO/OTCYTCTBHIO KaKHUX-THMOO 3JEMEHTOB, WX
yucny, opMe W OKpacKke, HaIWYNIO/OTCYTCTBHUIO
cpacTaHuMs 2JIEMEHTOB | T.1I. (cM., HanpuMep: Mendo-
zaet d., 1998). HecMoTpsi Ha 3TO, B HEKOTOPBIX CITy-
Yyasx CTPYKTypa UBETKOB NPUHIMIUATILHO HE CBOJH-
Ma K TaKoMy “UfiealbHOMY  LBETKY. 3ajjadya Hallero
UCCIIEIOBAHUS — U3YUYE€HHE NONUMOP(PHU3MA CTPYKTY-
pbI [[BETKOB copToB nuoHOB (Paeonia) ¢ HeTunny-
HBIM JIJISL IBYIOJLHBIX TIOPSIIKOM YepeloBaHus Opra-
HOB M UX aHaim3 ¢ no3unuin ABC-Mongenn.

MATEPHUAII 1 METOOUKA

B paGore mcnosp3oBaHbl pacteHus: Buga Paeonia
lactiflora Pall., copra n3 konnekuuu Boranmdeckoro
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caia MI'Y, co3maHHbIe Ha OCHOBE 3TOro Bupa (Apka-
nuii Taitmap, Victoir delaMarne, Mary Brand, Auguste
Dessert, Duc de Wellington, Mons. Martin Cahuzak,
Sinbad, Marecha Bigot, President Taft), u mexxBumoBoit
ru6pup P. lactiflora Pall. x P. officinalisL. — Robert W.
Auten. IIseTkn Paeonia cnimpanbHble WM COMPOLUK-
JIMYECKUE, IO3TOMY K ONMCAHUIO UX HEIPUMEHHUM Tep-
MUH “Kpyr” wid ‘“MyTOBKa”, OOBIYHO UCHOJIB3YyEMBbIT
npu opmynmupoBke ABC-mopenn. B Hameit pa6ote
[IPY ONMCAaHMU LIBETKOB MMOHOB OYIET MCIOIb30BAHO
6ollee MMPOKOE MOHATHE ‘00JACTH UEHTUYHBIX Op-
raHoB” — OpraHoB, AJIs1 KOTOPBIX HE IOKa3aHO WU He
MpefonaraeTcs pa3Hullbl B FTeHETHYECKOM KOHTPOJIE
Pa3BUTHSI, COCTABISIOIINX HENPEPBIBHBINA PSAfl HA OCH
uBeTka (Illlecrakos u ap., 2005); 4rca0 OPraHoB B Ta-
KOH 00J1aCT! HE pacCMaTpUBaETCs. B HEKOTOPBIX Ci1y-
yasix, HalpuMep AJisl IJIOAO0IMCTUKOB, 00JIaCTh MOXKET
COOTBETCTBOBATh KPYI'y. AHAIIU3 CTPYKTYPbI OPTaHOB
ITPOBOJMJIN C IOMOUIBIO CKAHUPYIOILEH 3JIEKTPOHHOI
MHUKPOCKOIIUH; TIOATOTOBKY 00pa3oB IPOBOAMIN MO
panee onucanHoil MeToauke (ExxoBa u fip., 2002).

ITporpamma, peanusyromjasi MATEMaTHYECKYIO MO-
JleJTb, HalMCaHa B cucTeMe mporpammupoBanus Del-
phy 5.0 u MmoxeT pa6orats mog OC Windows 98SE,
Me mmu NT5.X. OHa ocyIlecTBIsSeT pacueT TUHAMUKHI
(pYHKIIMOHUPOBAHUS CUCTEMbI F'€HOB, B3aNMOJIEHCTBRY-
FOIIMX COTJIacHO cucreMe AudepeHIraIbHbIX ypaB-
HEHUI1, IPUBEACHHON B cTraThe. [Iporpamma fgomyckaer
yIpaBJeHUue IIaroM MHTErpupoBaHus AudepeHy-
aJIbHBIX YPaBHEHUI, a TaKXKe IMapaMETPaMy CACTEMBI,
XapaKTEPU3YIOLUMI COCTOSIHUSI T€HOB. Pe3ynbTaThl
BBIYNCIIEHUI MOTYT OTOOpaXKaThcs B BUMlE I'papuKoB
3aBUCUMOCTH KOHIIEHTpAIWi TPOAYKTOB FEHOB OT Bpe-
MEHM WM B BUfie pa30BOroO MOPTPETA CUCTEMBI, T.€. 3a-
BHACHMOCTH KOHIIEHTpaIil POyKTa OJHOrO TeHa OT
KOHIIEHTpaUWH IIPOAyKTa JPYroro.

PE3YJILTATBI 1 OBCYXJIEHHUE

Cmpoenue usemrkos euoa P. lactiflora (puc. 1).
Crpykrypa usetka P. lactiflora xapakrepna ans ce-
MelicTBa Paeoniaceae B esioM: yalneyka u3 msTH 4ya-
LIENTUCTUKOB; BEHYUK U3 5—15 KPYyNHBIX MOJIOYHO-
GeNbIX JIETIECTKOB; aHAPOICH, COCTOSIIINEI 13 OOIb-
LLIOrO YKCJIA THIYMHOK; THHELEH allOKapIHbIT, U3 2—7
MI0A0MUCTUKOB. [TOpsSiIOK OpraHoB I[BETKOB HE OT-
au4aeTcs OT “upeanbHoro nsetrka’” (puc. 1, a)*.

Bereratusubie nuctbs P. lactiflora xapakrepusy-
FOTCSl BBITSHYTBIMH 3MUEPMATLHBIMA KIIETKAMU C
[JIaJIKOI MMOBEPXHOCTHIO W U3BUTHLIMYI aHTUKINHAb-
HBIMU CT€HKaMu (puc. 2, a). CTpyKTypa KIETOK 4a-
LIEJTMCTUKOB OTpa’KaeT XapaKTEpHBIH A ceMei-
CTBa IOCTETICHHBII IEPEXO]] OT JINCThEB K YAIlIEIUCTH-
KaM: KIJIEeTKM [epBOro YalleJHCTUKAa CXOfHbI C
TAaKOBBIMH JINCTA, OTHAKO OHN MEHEE BBITSHYTHI ¥ HA UX
MOBEPXHOCTH €CTh c1ab03aMeTHbIe CKIanku (puc. 2, ).
KneTtku nocnenHux (4eTBEPTOrO—IsSITOr0) — OKPYIJble

* C IBeTHBIMH BapuaHTaMH puC. 1, 3 1 4 MOKHO O3HAKOMUTLCS B
MHTEpHETE MO0 ajipecy: Www.mecme.ru/~mlog/articles/pagonia

JIOTAYEBA u np.

WJIH MIPSIMOYTOJIbHBIE CO CKPYTTIEHHBIMU YIJIaMH, Ha 1TO-
BEPXHOCT HMX HMMEIOTCS MHOTOYHCIICHHBIE CKIIAAKU
(puc. 2, 8). KneTku 1enecTKoB BbITSHYThI BIOIb OCU Op-
raHa NPSIMOYTOJIBHOM I pOMONIECKOH (DOPMBI, MX aH-
TUKJIMHAJIbHbIE CTEHKU NpsIMble, Ha IIOBEPXHOCTU BUJI-
HBI YacTble W3BUTBIE CKIIAJIKW, OPUEHTHPOBAHHBIE T1O-
MIEPEYHO WJIM TIOf] YIVIOM K aHTUKJIMHAIBHBIM CTEHKaM
(puc. 2, 2). KnneTkul TBIYMMHOYHO HUTH BBITSHYThI BAOJIb
OCH OpraHa, IOBEPXHOCTb MX MOKPBITA MPOJOIBHBIMH
cKkJIagKamu (puc. 2, 0). [ToBepXHOCTD KII€TOK NBUTHHIKA
TaKKe cKyagyaTasl, CaMH KJIeTKH OKPYTJble WU IO-
YTHU KBajipaTHble (pUC. 2, €). DnujepManbHble KIET-
KU TUTOfJOJIMCTUKOB NPSIMOYTOJIbHBIE WM MTOYTH OKPYT-
JbIe, B OOJIaCTH 3aBS3M — TTIaJKUeE WA MEJIKOCKIIaada-
Thle, B 00JIACTU CTOJNIOMKA — C KPYIHBIMHU CKIIAKaMHI
(puc. 2, xc). IToBepXHOCTb pbUIbLIa MOKPBITA MHOTOUUC-
JIEHHBIMU 3KeJIE3UCTHIMU BOJIOCKaMH (pHC. 2, 3).

Cmpoenue ysemros copmos P. lactiflora u 2ubpu-
oa P. lactiflora x P. officinalis. ¥ Bcex n3y4ueHHbIX cop-
TOB MPHUCYTCTBYIOT T€ YK€ THUIbI OPraHOB I[BETKA, YTO
n y mukoro P. lactiflora, omnako crpykrypa Bcero
[BETKA U TOPSIIOK YEPEJOBAHMSI 3TUX OPraHOB HETH-
muued mist P. lactiflora u we omucan gnsa xakux-nmbo
Npyrux BUAOB ceM. Paeoniacae. MOKHO BbIIETUTD JIBa
OCHOBHBIX OTKJIOHEHHSI B CTPYKTYPE 3THX IIBETKOB.

1. Pa3BuTHe JONOJHUTENBHBIX OOJIAaCTEl JIeTecT-
KOB U ThIYMHOK (copTa: Apkanuii [aiiap, Victoir dela
Marne, Mary Brand, Auguste Dessert, Duc de Welling-
tonu fip.). B nmpocreiimem cnydyae o6pa3yeTcs IBETOK
CO CIEeAyIOIMM dYepeloBaHneM O0JacTell OpraHoB:
YallleIUCTUKY, JIETIECTKH, ThIYMHKYU, BTOpasi 001acTh
JIETIECTKOB, BTOpasi 00JIaCTh ThIYMHOK, ITOJOIUCTUKYU
(puc. 1, 6). I1nogonuCTNKY WHOTNIAa MOTYT HE Pa3BU-
BaTh CeMSNOYeK W PhUILIEBON TKaHU (puc. 2, u), HO
MIpU 3TOM OOJaflaloT APYTUMH XapaKTEePHbIMHU NpPH-
3HAaKaMU, TAKUMU KaK (popMa U MOBEPXHOCTH KIIETOK
(puc. 2, k). BHeniHuii BUji ¥ NOBEPXHOCTH KIIETOK JIe-
MIECTKOB NEPBOIl U BTOpOU obinactu (puc. 2, 4, M) U
TBIYMHOK IEPBO U BTOPO# obnacTu (puc. 2, 1, 0) HE
paznauyaroTcs. Unciao momoTHUTENbHBIX 00acTeil B
LBETKE MOXET OBITh OOINbIIIE, U B OOLIEM BUJIE Yyepe-
JOBaHNWE OPTraHOB B TaKMX LIBETKAX MOXKHO OIMUCATH
KaK YalleJTUCTUK — (JIEMeCTOK — ThIYMHKA) X N — IJ10-
TOJINCTHK, ITe 2 < N< 4.

IIpu popmupoBanum 1BETKOB Ha GOKOBBIX MOOE-
rax ¢ MEHBLINM, Ye€M Ha [NIaBHOM nobere, YiCIoM Op-
raHoB (B 3—10 pa3) yuciao yepeoBaHuil YMEHbBIIAETCS
(puc. 3, a, 6) unu TPoucXoguUT (POPMUPOBAHHE I[BET-
KOB C HOpMaJbHBIM 4YepeloBaHuEM OpraHoB. MHTe-
PECHO, UTO 3Ta K€ 3aKOHOMEPHOCTb HaOJIIOfAaeTCs U
npu (hOPMUPOBAHNM HETUIIMYHBIX YepEIOBAaHUN Opra-
HOB y HEKOTOPBIX copToB Tulipa sp. (puc. 3, g, 2).

2. Pa3zBuTne obnactu nepugeprunieckux mIOA0IN-
CTHKOB mocie J000i u3 obiacreil THIYMHOK B
HpenbIAyIeM BapuaHTe YyepenoBanus (copra: Robert
W. Auten, Mons. Martin Cahuzak, Sinbad, Marecha
Bigot, Old Tasteful u gp.) B npocreiiiiem cinyyae de-
pefoBaHUE OPraHoOB B TaKMX IBETKaxX CIEAYIOIIee:
YallleJINCTUKY, JIETIECTKH, ThIYMHKHU, Nepudepnye-
CKH€E IUTOOJUCTUKY (pHUC. 2, 1), BTOpas 00J1acThb Je-
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Puc. 1. ITocnegoBaTenbHOCTL PACIONOXKEHNSI OPraHOB B I[BETKAX U UX MHTEpIpeTanusi, ocHoBaHHast Ha ABC-monenn: a —
Paeonia lactiflora, 6 — copr Victoir delaMarne, s — copt President Taft.

MIECTKOB, BTOPasi 00/1acTh THIYMHOK U IIOf[OTUCTUKH
(puc. 2, m), TEpMUHHUPYIOIIKE OCh BETKA (pHcC. 1, 6).
IloBepxHOCTb KJIETOK 3MHUAEPMbI W PhLIbIEBas
TKaHb NepueprIecKux MIOOIUCTHKOB (puc 2, p, ¢)
CXOAHBI C MOBEPXHOCTBIO 3MUAEPMbI U PHUIBLEBOMI
TKaHbIO y IUIOAOJUCTHKOB, TEPMUHHUPYIOIIUX OChH
uBeTka (puc. 2, m—¢). B cny4yae yBeamueHus: Koau-
YeCTBa JOMOIHATENbHBIX 00JIACTE! JENECTKOB U ThI-
5 OHTOI'EHE3 Ne 6
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YUHOK nepudeprnieckie MmIOJOJTUCTUKA MOTYT BO3-
HHUKAThb IOcCIe N000H n3 061acTell THIYMHOK.

Humepnpemauus cmpykmypul 48emKko6 RUOHOS,
ocHosannaa Ha ABC-mooeau. Paeonia lactiflora B
HOpMe 00pasyeT IBETOK, COfIEPKAIUI Te K€ opra-
HBI M B TOM 3K€ MOPSIIKE, YTO U OO'BEKTHI, HA KOTO-
PbIX TMPOBOAMIOCH H3yYEHHE T€HETHYECKOTO KOH-
TPOJISL Pa3BUTHS [[BETKA, ¥ TIPHHAJJIEXUT K OJHON C
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JIOTAYEBA u fip.

)

Puc. 2. Ctpykrypa opranos useTka Paeonia lactiflora, a taxxe copros Apkapumii aiinap u President Taft. a—3 — Paeonia lac-
tiflora; moBepxXHOCTB KIETOK: g — BEreTaTUBHOI'O JINCTA, O — EPBOTO YALIEIUCTHKA, 6 — IIITOrO YalleIUCTHKA, 2 — JIeIecTKa,
0 — TBIMMHOYHOI HUTH; e — MBUTBHUK, ¢ — IUIOOJIACTHK, 3 — PbUIbLIEBasl TKaHb. U—0 — COPT ApKaamii [aiifap; TepMAHATBHBINA
TUTOJ{OJIUCTHK: 1 — OGIIHUI BUA, K — TOBEPXHOCTH KJIIETOK: .1 — JIETIECTKOB NEPBON OOJIACTH, M —JIETIECTKOB BTOPOI 00J1aCcTH, H —
TBIYMHOK [IEPBOIT 06J1aCTH, 0 — TBIYMHOK BTOPOIT 06acTu. n—¢ — copt President Taft; nepudeputaeckuii mIOA0NUCTHK: 1 — 00-
LMl BUJ, p — HOBEPXHOCTb KJIETOK, € — PhUIbIIEBas TKaHb; IIEHTPAIbHBIN ITIOONUCTHK: /71 — OOIIMIT BUJ, Y — TOBEPXHOCTh KJIe-
TOK B 00J1aCTH CTOJIONKA, ¢b — ppUIbIeBas TKaHb. Macmira6: 40 (a, e, xc, 2, m, 0), 60 (6, 6, H, ¢), 80 (2, ¢), 30 (0, p, y), 100 (3),

300 (u), 15 (x), 1000 (n, m) MKM.

HUMU TPYIIE OPraHW3MOB — BBICIIUM JIBYTOJIbHBIM.
Wcxops U3 rUIoTe3nl O €MUHCTBE MEXAHU3MOB IeHe-
THUYECKOTO KOHTPOJISl pa3BuTus 1BeTka (Soltiset a.,
2002; Krizek, Fletcher, 2005) MoxHO npeanonarath,
gyTo pa3putue npetka P. lactiflora konrponupyercs
CXOIHBIM 00Pa30M U MOKET OBITh ONKCAHO C MOMO-
o ABC-monenu (puc. 1, a). B uBetkax copros P.
lactiflora u ru6puna P. lactiflora x P. officinalis ¢ ue-
TUNMYHBIM YEPEJOBAHUEM OPraHOB IPUCYTCTBYIOT
BCE THUIBI OPTaHOB, XapaKTePHBbIE JIJIs [[BeTKA Buja P.
lactiflora, aTo o3nauaer, uro ¢yskiun reios ABC-
KJIACCOB MO KOHTPOITIO (DOPMHUPOBAHUS THIIA OpraHa

He HapyuieHsl (puc. 1, 6, ). HecMoTps Ha 3TO, B
[BETKE 00pa3yloTcs IOMOTHUTEIbHbIE O0JIaCTH, T.€.
MOXeT ObITh HapyIeHa pyHKIus reHos C-Kiacca o
TepMUHALMK Pa3BUTHS. B HacTosIIiee BpeMst U3BECT-
HO ABa MexaHmn3Mma peanuzainyuu C-pyHkuuu. B mep-
BOM ciy4Jae, xapaktepHoM iiist A. thalianau A. majus,
¢hopMIpOBaHNE reHePaTUBHBIX OPraHOB M TEPMUHALIAS
Pa3BUTHUS HAXOJSTCS MOl KOHTPOJIEM OJTHOT'O I'eHa, Uy
MYTaHTOB TI0 TAKOMY T€HYy HapyIIAIOTCS OTHOBPEMEH-
HO 00e ynkimn. Tak, mytanT A. thaliana mo reny AG-
AMOUS cdopmupyeT 1BETKH, JIUIICHHbIC THIYMHOK 1
TUTOIOJIUCTHKOB 1 00JIaIatoliie HEOrPaHUIEHHBIM PO-
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Puc. 3. [TocnenoBaTeasHOCTh PACONIOKEHNSI OPraHoB B BeTKax: Paeonialactiflora (copr Auguste Dessert) — va rinaBaoM (a) 1
60koBOM (6) noGerax u Tulipa sp. (copt Monte Carlo) — na rmaBaoMm (8) 1 60KOBOM (2) moGerax.

croM (pa3BuBaeTcs 1o 70 opranos, annens ag-/). [pu
9TOM HamOOoJbIlIee KOMMIECTBO NPOAYKTa T'eHa HeoO-
XOOMMO JUIsl TePMUHALMU (PJIOPANBHON MEPHCTEMBI,
MeHblllee — IS OIIpefieieHus] TUIa OpraHoB. Takxke
BO3MOXHO, YTO B pealn3aluyl 3TUX (PyHKUMA 3a7eil-
CTBOBaHbI pasHble ydacTku Oenka (Sieburth et d.,
1995). Bo BTrOpOoM cilyyae INPOMCXOAUT pasfelieHue
¢ynkumit knacca C MexXay pa3HbIMH TeHamu. Tak, y
Zea mays m3BecTHBI ABa romoniora AG — ZAG/ m
ZMM2, KOTOpBIe 3KCIPECCUPYIOTCS B TOM YdYacTKe
(pmopanbHOIT MEPUCTEMBI, IJle BIOCIIEACTBIN BO3HAKA-
IOT T€HEepaTHBHBIE OpraHbl, OHAKO IPH yTpaTe (PyHK-
nun ogHOro u3 Hux (ZAGI/) pa3BuTHE T€HEPATHBHBIX
OpraHoB He HapylIaeTcsl, TOrya KaK e TepMUHUPOBaH-
HOCTh 1BeTKa Tepsiercs (Menaet d., 1996). Ananorny-
HbIIl MEXaHU3M PEBEPCHIA OT FEHEPATUBHBIX OPTraHOB K
JUCThsIM Habmofaetcs y Impatiens balsamina. T'omo-
sor AG y atoro Bupia (IbAG) akcrpeccupyercst B Mepu-
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CTeMe TaKUX PEBEPTUPYIONIMX I[BETKOB HA TOM Ke
YPOBHE, UTO W B HOPMAIILHBIX [[BETKAX, HO HE 00€ECIIe-
YMBAET TEPMUHALMH, UTO JIEIAET BEPOSITHBIM O0ecIe-
YeHHE TEPMUHAINH IPYTUM (PaKTOPOM, IECHCTBYFOIIIM
uezasucumo ot |IbAG (Ordidgeet d., 2005). Eciu Gb1 Ha-
pyleHust B [BETKax Paeonia ObLTH CBSI3aHbI C HAPYIIe-
HHEM 10 TIEPBOMY THITY, TO HAaOJIOAAJICS ObI HEJIETED-
MHUHMPOBAHHBIN POCT OCH, €CITU IO BTOPOMY THUITY — Ha
KOHIIE OCH HaOIIOAINCL ObI HE TONBKO IUIOHOIUCTH-
k. Tak Kak 1BeTKu copToB Paeonia Bcerga Tepmuna-
JIM3YFOTCS TIOJOIMCTHKAMH, TO (PYHKIHSI TEHOB KyTac-
ca C 110 TepMUHAIUK PA3BUTHUS HE HApYIIIEHA.

Takum o6pa3oM, 6e3 HapyiieHus PyHKIWIT TEHOB
kmaccoB A, B u C (puc. 1, 6, 8) B useTkax Paeonianpo-
WCXOIUT M3MEHEHNE KONNIECTBA 00IacTell SKCIPECCHn
9THUX I'€HOB, B Pe3yJbTaTe 4ero MOXHO BbIJENUTH [iBa
THUIIA TPOIECCOB, HE HAONMIONAEMbIX B OOBIYHBIX I[BET-
Kax: 1) yepemoBaHMe OOJIACTEN C IKCIPECCHEN T'€HOB

5*
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kimaccoB A u C (puc. 1, 6, 8) 1 2) CHIXKEHUE aKTUBHOCTH
reHoB Kiacca B (puc. 1, 6), KOTOpoe MOKET IPOUCKO-
AUTb HOCTIE TF000I OMOTHUTENBHOM OOJIACTH THIYMHOK.

Mooeauposanue cmenbt pynkuyuii A u C. PaccMoT-
PUM MeXaHU3MbI, KOTOPbIE MOTYT IPUBOJIUTH K Yepe-
noBannio A u C BOJL Ocu LBETKA 0Oe3 HapylIeHUs
(pyHKUIMOHMPOBaHMS TEHOB 3TUX KilaccoB. B maremarn-
YECKUX MOJEIISIX, ONMCHIBAIOIIMX (PYHKIMOHMPOBAHUE
TEHETUYECKO! CeTH, KOTOpasi KOHTPOIUPYET pa3BUTUE
[[BETKA, OXapaKTEepPU30BaHO TaKOE COCTOSHME, KOrfa
MIPOMCXOUT CHHXPOHHOE W3MEHEHHe (YBEIMYEHUe |
yYMEHBIIIEHNE) KONNYECTBa MPOAYKTOB F€HOB KJIacCoB A
u C B pe3ynbraTe B3aNMHOTO MHTHOMPOBAHUS ITHX Te-
HoB (Mendoza et d., 1999; Tanmum3siaos, Yypaes, 2001;
Yypaes, I'anumzsguos, 2001). IIpu oTKIIOHEHMM napa-
METPOB OHO MEPEXOIUT B PESKUM € TIpeoOIaaHiueM Mpo-
IyKTa OTHOTO U3 T€HOB. MOXKHO NMPETIONIOXKUTD, UTO Ye-
penoBanue (pyHKIMiA A 1 C BO3HHMKAET B pe3yibTaTe
(pyHKUIMOHMPOBAHMS TAKOT'O PEKIMA B alleKCe IBETKA.

PaccmoTpumM a1y cctemy resoB. byaem ncrnonbs3o-
BaTh Moyiesb (Coutinho et a., 2006), B KOTOpO# BIus-
HUE MPOAYKTa KaKAOro reHa UMeeT JUCKPETHBIN Xa-
pakTep: npoAyKT rena C uHruoupyeT 3KCIPECCHIO re-
Ha A, ecnu ero KOHUEHTpauusi O0ibllIe HEKOTOPOro
noporosoro 3uauenust (C > T¢), 1, aHATIOTMYHO, MPO-
OyKT reHa A mHTEOHpyeT 3kchnpeccuto rera C, ecnn
A>T, Kpome Toro, 6ygeM y4uTbhIBaTh, 4YTO BIUSHUE
MOXET MPOUCXOANTH C HEKOTOPBIM 3ama3fblIBaHuEM
(cooTBEeTCTBEHHO T U Tp 7151 reHoB C u A). [1pubau-
>KEHH$1, CBSI3aHHBIE C BBEICHUEM JIUCKPETU3AlAU U 3a-
na3abIBaHusl, HEOOXOUMBI B CBSI3M C TE€M, UTO B pe-
AJBHOCTH CHCTEMa 3HAYUTENBHO Oosiee CIIOXKHA, HO
paldoTy MIMHHOM LENOYKHU CBA3EH MOXHO B IEPBOM
MpUOIMKEHNH ONKChIBATH OJHON CBSI3bI0, OTHAKO 3a-
Nas3fbIBAIOLIEd U UMEIOLIEN IOPOrOBbIA XapakTep.
Takoi nogxop HE MO3BOJSAET B TOYHOCTH CMOJIEIUPO-
BaTh peaJIbHYIO TEHHYIO CETh, OHAKO MO3BOJISIET PO-
IAEMOHCTPHPOBATH OCHOBHbIE KaUeCTBEHHbIE OCOOEH-
HOCTH ee paboThl. [Ipu oaTuX MpUOIMKEHUSIX crCTEMA
MOXET ObITh ONUCAHA CUCTEMOU ABYX AuddepeHuu-
aJIbHBIX YpaBHEHMIA.

B O-C(t—1¢), A(t=T,)>T,
T H-C(t-To), A(t-T)<Ta
FA(t—=T,), C(t—1¢)>Tc

H-At-1,), C(t-1o)<Te.

Takas cucteMa UMeeT JiBe ycTomuuBbIX Touky (C =
=0; A=1)u (C=1; A=0). [IpakTnuecku Bce HAYAIIb-
HbIE YCIJIOBHSI TIPUBOJIAT CHCTEMY B OffHY M3 HUX. Uc-
KJTFOUUTENILHBIM SIBJISIETCSl PElleHue, pasfielisroliee
9TH JIBE O0JIACTU HAYANBHBIX YcIIOBHil. OHO TpeicTaB-
nsileT co0Ooi CHHXPOHHBbIE KOJeOaHUs KOHIEHTpaluit
MPOAYKTOB OOOMX T€HOB OKOJIO WX IIOPOTOBBIX 3HAYE-

Huti (puc. 4, a)**. [1pu HeGOIBIIIOM OTKIIOHEHUN ITapa-
METPOB IMPOHUCXOAUT MEPEXO B OHY U3 YCTONIMBBIX

**[Iporpamma ¢ peanu3anueir 3TOf U clefyroleil MO 10-
CTYIIHA B HMHTEpPHETE MO aapecy: www.mccme.ru/~mlog/arti-
cles/paeonia.

JIOTAYEBA u np.

Touek (puc. 4, 6). [l pacrenus: 370 o3Havyano Obl,
YTO Ha MPOTSKEHUH BCETO Pa3BUTHUS BETKA ObLI ObI
AKTHBEH TOJIBKO OfMH U3 F€HOB, Y€TO B peaIbHOCTH HE
npoucxoguT. TakuM oOpa3oM, [l ONUCAHMS CUTYa-
L[UH, B KOTOPO# HabIrofaeTcsl KoebaHne KOHIEHTpa-
LUii IPONYKTOB ABYX I€HOB B IIpOTUBO(a3e, JaHHOI
MOJIENI HEOCTAaTOYHO. 1151 BO3HMKHOBEHMS TaKUX
KoJIe0aHU! HEOOXOAUMO HalW4Ke JOMOJTHATEIHHBIX
T€HOB, NPOAYKTHI KOTOPBIX PETYIUPYIOT YPOBEHb
9KCHpeccuy TeHOB KiaccoB A u/mmu C.

Il oTnenpHbIX reHoB Kiacca C moka3aHa akTHBa-
LHs TPOAYKTaM# FE€HOB, OTBEYAIOIIMMH 32 MOfiepKa-
HHE NpoNupepaTUBHON aKTUBHOCTH MepucTeMbl. Taxk,
Hanmpumep, rer A. thaliana AG akTuBupyeTcs: IpOIyK-
toM rera WUSCHEL (WUS), koTopblil oTBevaeT 3a
nofjep:kanue nponngepaTHBHON aKTUBHOCTH MEpH-
creM noGeroB. B cBoro ovepens nponykT reHa AG mo-
maBmsieT akcnpeccuro reHa WUS uTo m mpuBOguMT K
TepMHUHAIMK pa3BuTus uBeTka (Lohmann et a., 2001).
HeraruBHas perymsinusi 3KCIpeccud FeHOB Kilacca A
OCYILIECTBIIIETCS IPU 3TOM ¢ nomoinbio MUKpoPHK,
KOTOpbIE HE TO3BOJIIOT OCYILECTBIATH CUHTE3 (PYHK-
LUOHAIBHOIO NpopyKTa paxe npu Hammuun PHK
rera AP2. Perynsust sKnpeccun reHOB, KOIUPYIOIIUX
st MuUKpoPHK, ocyiiecTBasiercss He HemocpeacTBeH-
HO AG, a IpyruMu reHamu, NpUHIMAOIIUME YIaCTHE
B pa3BUTHM reHepaTUBHbIX opraHos (Chen, 2004).

PaccmoTpuMm cucremy u3 Tpex reHon. [JoGaBum B
Hee reH kinacca F (aHasornyHblil o (hbyHKUIUSIM TeHY
WUS), npogyKT KOTOpPOro MO3UTHBHO PETYIUPYET
ypoBeHb aKcnpeccun reHa C, B CBOIO ouepefb HHruou-
pyromiero skcnpeccuto reHa F. B cucreme go6aBis-
FOTCSl TPU HOBBIX ITapaMeTpa — Ioporu T, u Tg, ompe-
[EISIOUIIEe COOTBETCTBEHHO YCIOBHS NHTUOMPOBAHUS
aKcnpeccnn reHa F nmpopykrom reHa C v akTHBaLuK
akcnpeccun reHa C npoaykTom resna F, a Takxke Tg —
BpeMsl 3amasfbIBaHus BO3[IENCTBUS IPOAYKTa reHa F.
B Takoil cucreme ByX T€HOB C OHOU MONOXUTEIb-
HOH M OfHOHM OTpHUIATEIbHON OOGpaTHOM CBSI3BIO Oe3
yuyeTa reHa A BO3MOXHO MOSIBJIEHHE IMpPefebHOTO
LUKJIa, aHAJIOTHYHOI'O TOBEJEHUIO M3BECTHON MaTe-
Matrdeckoil Mofienu Jlotka—BonbsTeppa, uian ‘“Xuii-
Huk-keptBa” (Coutinho et a., 2006). V3meHneHws KOH-
LEHTPALUK TeHOB Tenephb OyfleT ONMUChIBATH CUCTEMA
u3 Tpex audepeHnaIbHbIX YPAaBHEHNN:

(F(t—1g) —C(t—1¢), 8 ocmaavhbix cayuasnx

_OFA(t-T,), C(t-T¢)>Tc
T H-A(t-T,), C(t-To)<Te.
O-F(t-1¢), C(t-1c)>Te,
“HL-F(t-1), C(t-10) <Tes

Koaddumuent b B aToit cucreme 3agaer cko-
POCTh N3MEHEHNsI KOHIIEHTPALMN NPOAyKTa rexa F.
B ornmrume ot cucTeMbl ABYX TEHOB B IaHHOM CIIydae
YCTOMYMBBIX TOYEK HET — BMECTO HUX (POPMUPYETCS

F=b
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HETUIIMYHBIE YEPENOBAHUS OPTAHOB LIBETKA Y Paeonia
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Puc. 4. Pe3ynbTaTs! paboTs! fuckpeTHON Mofiesd. [Toka3ana AMHaAMHUKa N3MEHEHNUs! KOHIIEHTPAIXil IPOAYKTOB I'eHOB BO Bpe-
MeHH. Pernenns it cucTeMbl U3 IBYX FeHOB: @ — IPH paBeHCTBe nmapameTpoB (Kpusble 1iist A n C COBIAafaroT), 6 — IpH MalbIX
OTKJIOHEHHSIX ITapaMETPOB; PELIEHUs ISl CUCTEMBI U3 TPEX F€HOB: 6 — IIPH PaBEHCTBE NapaMETPOB, 2 — IIPH OTKIIOHEHUSX Ma-

pameTpoB. Kiaccrl reHoB: («——) — A, ( )—C,(

) — F. ITo ocu aGcumcc — BpeMsi, TaKThI paGOThI IPOTPaMMBI;

110 OCH OpAMHAT — KOHUECHTpalust NPOAYKTOB I'€HOB, 10JIs1 OT MAaKCUMAJIBHOI'O KOJIMYECTBA MOJIEKYJI IPU TEKYIIUX YCTAaHOBKaAX

MOJICIIN.

IpefebHbIN UK, OCHOBAaHHbIH HAa B3aNMOJEHCTBIM
F u C n MmogndunmpoBaHHbI BIUSHUEM MPOAYKTa
reHa A. B pe3ynbTaTe BO3HHKAIOT YCTOWYUBBIE KO-
neGaHus KOHUEHTpaluii mpoayKToB reHoB C u A B
npotuBogasze (puc. 4, 6), KOTOpble OCTalOTCS CTa-
OWJIBHBIMU [axke NMPU OTKJIOHEHUU MapaMeTpoB, Xa-
PaKTEpU3YIOUMX aKTUBHOCTh I€HOB HE MEHee 4eM
Ha 20% (puc. 4, 2). YUepenoBaHue OpraHoB MOKET
BO3HUKATh B pe3yjbTaTe TaKOTO B3aMMOAECHCTBUS,
KOTJia IIocle aKTUBalUK reHoB Ki1acca C He IPOUCXo-
AAT OKOHYATEIHHOIO TONABJICHUS aKTHUBHOCTH Te-
HOB KkJjacca F, HO mpu 3TOM BciefcTBUE CHIDKCHHS
AKTUBHOCTHU T€HOB KJlacca F mpoucxoaut cHXKeHne
aKTUBHOCTHU reHoB kiacca C, U IUKJ BO3BpalaeTcs
K UCXOTHOMY COCTOSTHHIO.

OTcyTCTBIE OKOHYATENHLHOTO TOaBIICHNSI TeHOB
kiacca F B iBeTkax coproB Paeonia npu ¢popmupoBa-
HUM JIOTOJIHATENIBHBIX O00JIacTei OPraHoB MOXKET
OBITh CBSI3aHO C CWIIBHBIM YBEJIMUCHUEM MEPUCTEMBbI
(Ty7a CTBOJIOBBIX KJIETOK) B IBETKAX, Pa3BUTHE KOTO-
PBIX KOHTPONMPYIOT TeHbl Kiacca F. O Hannunnm Ta-
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KHUX U3MEHEHUI CBUJIETENILCTBYET YBEIMUEHHNE Yncia
OpraHOB IJBETKA Y COPTOB 110 CPABHEHHIO C PACTCHHUSI-
mu ucxonHoro Bupa (Paeonia lactiflora). B ciyuae
YMEHBIIICHUS TTyJ1a CTBOJIOBBIX KJIETOK HA GOKOBBIX HO-
Oerax (0 4eM CBHAETENLCTBYET CHIILHOE YMEHbBIIICHHE
YHCIIa OPraHOB IIBETKOB, (DOPMUPYIOIINXCS HA HUX, 10
CPaBHEHMIO C TTIaBHBIM) YMCIIO YePETOBAHNI YMEHbIIIA-
ercs (puc. 3, a, 6) WM npoucxoguT (hOPMHUPOBAHUE
[BETKOB C HOPMAJILHBIM YePEOBAaHAEM OPTaHOB.

Bropoe HabnmrogaeMoe B 1IBeTKax Paeonia sisiexue —
CHIKEHNE aKTUBHOCTH I'€HOB Kitacca B mocie Hekorto-
PBIX JOTIOTHATENBHBIX TPYII THIYMHOK, TPUBOJSIIEE K
(popmupoBaHIO TIEpUEPUUECKIX  TITIOIOIMCTUKOB,
TaK¥Ke MOKET ObITh CBSI3aHO CO B3aMMOOTHOILICHHISIMY T'e-
HOB TIO TUMy “XuIHUK-KepTBa”. Tak, y A thaliana ren
SUPERMAN (SUP) mpensiTcTByeT TpaHCHOPTY MPOAYK-
TOB Ir'eHOB Ki1acca B B o6macTb 00pa30BaHNS IUTOIOUCTH-
KOB. DTOT T€H aKTHBHUPYETCS TIPH HAIMYHAN aKTHBHOCTU
reHoB KkiaccoB B n C — Ha rpaHutie MexX/y ThIYMHKaMH 1
opomicTikamu. B nBetkax Paeonia B cirydae nmpopoi-
SKeHHsl pocTa alvKajbHee IUIOJIONMCTUKOB MPH OTCYT-
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CTBUM aKTMBHOCTU I€HOB Kjlacca B reH, opToornyHbIil
SJP, cTaHOBUTCS HEAKTUBEH, YTO MO3BOJISIET 3aHOBO aK-
TUBUPOBATHCI T'eHaM Kitacca B. Bo3HMKHOBeHME TIIOA0-
JICTAKOB TOJIBKO TIOCIIE HEKOTOPBIX 00J1acTel THIYMHOK,
BEPOSITHO, OOBSICHSETCSI TE€M, YTO aKTHBHOCTH TEHOB
knacca C u/umu B He Bcerfga gocruraer ypoBHsi, HEOOXO-
IIMOTO IS aKTHBI3aImu oprosora SJP.

Taxum 00pa3oM, HETUIIMYHOE YepefJoBaHUE Opra-
HOB y copToB Paeonia, ckopee Bcero, CBS3aHO C YBEJIH-
YeHHUEM IyJia CTBOJIOBBIX KJIETOK, posidepanus Ko-
TOPBIX HE Cpa3y MOJABIISETCA IOCNIE aKTUBALY T€HOB
knacca C. B pe3ynbrare NponcXoauT HECKOIBKO IHK-
JIOB YBEJIMYEHUSI/CHUKEHNS] aKTUBHOCTH I'€HOB KJlacca
C, ¥ TakO¥ IUKJI MOBTOPSIETCS HECKOJIBKO pa3 B 3aBU-
CHUMOCTU OT HCXOJHOI'O pa3Mepa IIyJla CTBOJIOBBIX
KJIETOK. [17151 IpOBEPKY BBIIBUHYTOM TMIIOTE3BI O BO3-
HUKHOBEHNH TaKUX YePENOBAHNI HEOOXOUMO IPOBE-
[I€HUE MOJIEKYJIIPHO-TEHETHYECKUX MCCIIEOBaHNIA.
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Unusual Alternations of Floral Organs in Paeonia: Structure
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Abstract—Morphological analysis of flowers was carried out in Paeonia cultivars. Some unusual alternations
of floral organs were described: sepal—(petal—stamen) X N—carpel, where 2 < n < 4 (appearance of an additional
zone of petal and stamen formation in the medial flower part). The identity of floral organs was not affected in
the flowers with this unusual alternation. It was shown on the basis of mathematical simulation of the genes
responsible for flower development that these alternations may be determined by increased pool of stem cells,
which may lead to delayed termination of flower development.

Key words: ABC-model, Paeonia, stem cells, mathematical simulation of biological processes.
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