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BBEJEHHE

CHuCTeMHBIH KOHTPOJb SIBISICTCS OJHUM H3
(GbyHIaMEHTAIbHBIX CBOWCTB MHOTOKIIETOYHBIX
OpPraHU3MOB, OT KOTOPBIX B PEIIAIONIe CTENeHH
3aBUCHUT aJIallTallMs K MEHSFOIIIUMCS YCIIOBHUSIM Cpe-
nbl. JI. pon Bepranandu onpenenu cucteMy Kak
«KOMIUIEKC B3aUMOACHCTBYIOIIUX KOMIIOHEHTOBY
WIIM KaK «COBOKYITHOCTb JIEMEHTOB, HAXOSIILIXCS
B OTIPE/ICTICHHBIX OTHOIIICHUSX IPYT C JPYTOM U CO
cpenoii». DTH MOHTHS JI0 CHX TIOP JIe)KaT B OCHOBE
WCTIOJB30BAHUS MOHITHH «CUCTEMBD) (IIHT. I1O:
Kapmun, 2005). [IpocToTra 1TaHHOTO OTIPEICTCHIS
MO3BOJISIET PACHIPOCTPAHSTH €70 Ha MHOTHE OOBEKTHI
OKpYXalolIero Mupa, U B MEPBYIO O4Yepe]b Ha
JKUBBIE OPTaHU3MBI, I KOTOPBIX CUCTEMHOCTb
MIPOSIBIIACTCS B CKOOPAMHUPOBAHHOM M3MEHEHHH
DJIEMEHTOB B MHTEpECax BBDKMBAHMSI MHOTOKJIE-
TOYHOTO OpPraHU3Ma Kak [EeJoTo.

Cpeny OMOJIOTHUECKUX UCCIIeJOBAHUI BEChMa
MHOTOYUCJICHHBI MPUMEPHl U3yUYCHUS BIIUSHUS
CHUCTEMHBIX (JaKTOPOB Ha POCT U Pa3BHTHE Opra-
HU3MOB.

M.E. Jlo6ammeBy (1967) mpuHaAICKUT PUOPH-
TET B Pa3BEePThIBAHUH MCCIIEIOBAHHUH 1O BIUSHHIO
CHCTEMHBIX (paKTOPOB Ha MPOTEKaHUE TeHETHYEe-
CKHX IPOLIECCOB, B TOM YHMCIIe MyTareHesa. Mim Opiin
TMpe/icKa3aHbl HEKOTOPHIE HOBBIE CBOMCTBA B pealTi-
3alMy TeHETHIEeCKOM MH(OPMaIny, HaIpIMep ee
3aBHCUMOCTh OT CUcTeM opranu3ma. OH mucan o
TOM, YTO MTOBEACHUE KOHTPOJIHUPYET NOCIIEICTBHS B
OpraHu3Me, BbI3BaHHBIE JIEHCTBUEM OKpYKarolLen
Cpenbl, B TOM YHCIIE W TeHeTnueckue. Jlanee on
MPOMIOIIKACT: «... TAKAM 00pa30M OpPTaHU3M IIpe-

JIOXpaHSET ce0st OT TOTO, UTO JICMEHTHI CUCTEMBI,
B JJAHHOM CJIy4ae KJIETKH, HAYMHAIOT BECTH CeOst
TaK, YTO HAPYIIAIOT TOMEOCTAa3 BCEr0 OPraHU3Ma.
M.E. JlobameB BrepBbIe BBICKA3al MPEAIIOIO-
JKEHHE O TEHETUYECKOM KOHTPOJIE CHCTEMHBIX
MPOLECCOB.

VY JKUBOTHBIX HEpPBHAsl CHCTEMa, KakK U JIpy-
THe CHCTEMBbI, Han0oJIee MOJHO OCYIIECTBISIET
nojJep;KkaHue romeocrasa B opranuzMe. OnHako
CHUCTEMHOCTBH CaMa T10 ce0e oIKHA ObliIa BOJTIO-
[IMOHHO BO3HUKHYTH TOPA3/I0 PaHBIIIC U MMPOSIBUTH
CBOI aJanTalMOHHBIN MOTCHITHAII, YTO 1 BBI3BAJIO
HEOOXOAMMOCTh IOSIBJICHUS CICIMATIHN3UPOBaH-
HbIX, UHTETPUPYIOIIUX Opranu3Mm cuctem. bes
oOecrieueHnst (YHKITMOHUPOBAHUS DIIEMEHTOB B
HMHTEpECax BCEU CUCTEMBI HEBO3MOXHO IIPEJICTa-
BHUTH Ce0¢ MHOTOKJICTOUHBIA OPTaHW3M BOOOIIIE.
TpynHo HalTH MpoLIECChl, KOTOPBIE MTPOXOAUIH ObI
BHE CUCTEMHOT'0 KOHTPOJISL, [I03TOMY paciimppoBKa
MOJIEKYJISIPHO-TEHETUUECKUX MEXaHU3MOB CUCTEM-
HOCTH SIBJISIETCSI HEITPEMEHHBIM YCIIOBUEM ITIOHUMa-
HUS MEXaHU3MOB MOJ/IEpKaHUsI TOMEOCTA3a.

N3ydenne CUCTEMHOCTH KaK T€HETHYECKOTO
MpU3HaKa TpeOyeT MOMIEIeH, TJIe MOTYT IIPOSIBIIATE-
Cs MyTallud, B pe3yjibTaTe KOTOPBIX OTIEIbHAs
KJIETKA WJIM UX COOOMNIECTBO BBIXOISAT W3-TIO
KOHTPOJISI OpraHU3Ma U HAUMHAIOT, Hampumep,
0eCKOHTPOIbHO pa3MHOKaThes. Ecii aTo 3arparu-
BACT PETyISPHBIC TPU3HAKU OPTAaHU3Ma, TO TAKUE
MyTallld, CKOPEEe BCETO, OKAKYTCS JIETATbHBIMU.
lopazno nydire moAXOAsT B KaueCTBE MOACIHU
T€ cllyyau, KOrJla pa3BUTHE OpraHu3Ma MOXKET
MpOTEKaTh MOJIUBAPUAHTHO, B 3aBUCUMOCTH OT
YCIIOBHUM CPEJIbL.
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CHCTEeMHOCTh B JAHHOM Clly4yae MpOsIBIISIETCS
B TOM, YTO OPraHU3M OLICHWBAeT U3MEHEHHE CO-
CTOSIHUSL OKpY’KaloLled cpelpl U o0ecrnednBaeT
BbIpa0OTKY aJeKBaTHOW amanTtauuu. B pesyinb-
TaTe MyTalMy CUCTEMHAs PEaKiusl OpraHu3Ma
HapyIIaeTcsl, OH BBIXOIUT U3 TOMEOCTa3a, OJIHAKO
NOAJIePKaTh Pa3BUTHE MYTAaHTHOH 0COOM MOYKHO
B TaKUX YCJIOBHSIX, KOT/Ia B Pa3BUTHH aJanTalun
HET HEOOXOJUMOCTH.

Ha nam B3m1s111, cuMOMO3 pacTeHui ¢ MUKPOOp-
raHu3MaMH 00€eCIIeuNBaeT HMEHHO TAKyH0 BO3MOXK-
HOCTB. DTO CBSI3aHO C TEM, YTO B IIPOIIECCE CBOCTO
pocTa ¥ pa3BUTHS PaCTEHHUS JJOJDKHBI pearupoBaTh
Ha U3MEHEHHUE JBYX BaXHEUIIMX XapaKTEPHCTUK
OKpY’Karolel cpeabl — JOCTYIIHOCTH MUTAaTeNb-
HBIX JIEMEHTOB M Hanuuus ¢guronaroreHos. Ob6a
3TH CBOMCTBA HOCAT KOJOIMUYECKU OOJUTaTHBIN
xapakrep. Eciu modBa COAEpKHUT JOCTYIHBIC
COCJIMHEHUS a30Ta, TO PACTCHUS HE HYKJAIOTCS B
Pa3BUTHH JOMOJHUTENBHBIX afanTaluid CHMOHO-
THYECKOTO IMPOUCXOKACHUS. DTO OBLIO IOKA3aHO
eme B 1916 1. (Streeter, 1988). Ho ecim a3ota mnst
Pa3BUTHSI BCETO PACTEHUSI HE 10CTaTOYHO, TO HE00-
XOJIUMO 00ECIICYUTh €ro MOOMIIM3AIINIO U3 HEJI0-
CTYIHBIX «OIMHOKHM) paCTEHHSIM HCTOYHUKOB. B
9TOM y3Ke 3aJI0KeHa HEOOXOIMMOCTh CUCTEMHOTO
KOHTpPOJIA, HO OHA He o4yeBHIHA. TeopeTnuecku
BO3MOYKHA CUTYaIHs], KOI/1a BCE KJIIETKH OpraHu3Ma
UCIBITHIBAIOT A€(GUIUT MUTATEIbHBIX 3JIEMEH-
TOB, U T€ U3 HUX, KOTOPbIE HAXOAATCS ONIMKE K
WCTOYHMKY, HAl[pUMEp KJIETKH KOpHEH, HauyHyT
yCBauBaTh HEOOXOJMMBIE UM 3JEMEHTHI 3a CUET
JIOKaJIbHOTO PAa3BUTHSI HEOOXOAMMBIX aJanTalii.
Bropas BO3MOXXHOCTB — 3TO TO, UTO OPraHN3M Kak
LIEJIO€ «OTIPENEeIAETY HaTMUUe TUTATEIbHBIX 3JIe-
MEHTOB U B COOTBETCTBUH C ITUM IIEPECTPANBACT
BECh CBOH METa0OIH3M.

Cnabxenue 0000BBIX pacTeHHH BaKHEUIINM
MUTATEIbHBIM BJIEMEHTOM — a30TOM — 00eCTIeunBa-
eTcsl 3a CUeT UX cuelu(prIecKoro B3auMOACHCTBHS
C IOYBEHHBIMU OaKTEPHSIMH, B PE3yJIbTaTe 4Ero
Ha KOPHSX MOSIBJISIOTCS 00pa3oBaHUsI CUMOMO-
TUYECKOTO I'eHe3nca — KIyOCHbKH, B KOTOPBIX
NPOMCXOANT (PUKCAIMS MOJIEKYISIPHOTO a30Ta 10
JOCTYITHOH pacTeHUsIM (POPMBI, U TAKUM 00pa3oM
JaHHast MEKpOOHO-pacTuTebHas cucrema (MPC)
CTAaHOBUTCS HE3aBUCUMON OT MHHEPaIbHOIO
aszora nouBsl. [lonstue MPC npenmonaraert, 4to
B pe3ylbraTe (yHKIMOHAIBLHONW MHTErpallu Ie-
HETUYECKHX CHUCTEM IIPO- U SYKapPHOT BO3HUKAET

HOBBI CyNepOpraHu3M, Y KOTOPOTO TOSIBIISIIOTCS
MPU3HAKH, KOTOPBIMU HE 00JIaiay MapTHEPHI 10
o0bemHeHus1. KiryOeHBKOBBI cHMOM03, 0COOEHHO
€ro HeIETEPMUHUPOBaHHbBIE BAPHUAHTBI, IIOTHOCTHIO
OTBEUYAET TAKOMY ONPEIEIICHHIO.

PazBuTHe KITyOCHBKOB OMYHHSIETCS PSTY Tpe-
00BaHUH, Cpel KOTOPBIX TIABHBIMHU SIBIISIOTCS
creuupUIHOCTb B3auMoaencTBus (puc. 1) u ero
9KOJIOTHYECKasi 00aMraTHOCTh. [1epBblii nmpu3HaK
MOATBEPIKAACT HECIydyaiHOCTh 00pa3oBaHUs
HaJIBU/I0BOIl CUCTEMBI, HO TOJBKO B ClIydae KOM-
IUIEMEHTAPHOCTH T'CHOB Y3HABaHUS MApTHEPOB.
Bropoe TpeboBaHue CBSI3aHO ¢ ONTUMHU3ANHEH
nutanusi pacteHui. [lockonbky monydeHue u
MPUMEHEHUE a30THBIX yIOOPEHUH SIBISIFOTCS OUCHb
9HEPro3aTpaTHbHIMHU (He MEHee IOJOBHHBI BCeH
SHEPTUH, UCTIOIB3YEMOM B CEIIHCKOX03IMCTBEHHOM
MIPOM3BOJICTBE), TO pacuIn(poBKa MOJICKYISIPHBIX
MEXaHN3MOB CUCTEMHBIX PEaKIUii 0 OTHOILICHUIO
K a30THOMY CTaTyCy pPacTeHHMI MO3BOJHUT pa3pa-
0otarb 3((heKkTuBHBIE CIIOCOOBI dHEProcOepexe-
HUsl. BO3MOXXHOCTD NPOBEIECHUS T€HETUUYECKOTO
aHaJn3a 3TUX CBOMCTB MOSBWJIACH IIOCIIE MOJY-
YeHUs MyTaluid IO IPU3HAKY, KOTOPbIA MOXKHO
OIPENICIUTh CICITYIOIINM 00pa3oM: CIIOCOOHOCTh
pacTeHni ONPEAENATh JOCTYITHOCTh MUTATEIbHBIX
3JIEMEHTOB U KOHTPOJIUPOBATH CTECIICHb Pa3BUTHS
cMMOHO03a B COOTBETCTBHU CO CBOUMH IHEPIETH-
YECKUMHU BO3MOMKHOCTSIMM M IOTPEOHOCTSIMHU B
AIIEMEHTAaX TTUTAHMSL.

CUCTEMHBIE MYTAIIUN
KJIYBEHBKOOBPA3OBAHUA

JlaHHBII IPU3HAK B XOJI€ T€HETUYECKOrO aHa-
nnu3a OblT 0003HAYCH KaK aBTOPETYISIIUS KITy-
O0eHnbko00pa3oBanus — APK (B aHmmiickoli TpaHc-
kpunuun AON — autoregulation of nodulation).
ObecrieunBasi NOCTYIICHNE a30Ta, KITyOSHBKH BhI-
CTYTAIOT KaK OJTMH M3 BAKHEUIITNX MOTpeOnTeNeH
yrepona. MyTaiuu, TpUBOASIINE K CBEPXOITH-
MaJIbHOMY Pa3BUTHIO CHMOMOTHYECKOTO arapara,
BBI3BIBAIOT 3aMEJICHHUE POCTA KOPHEH U TOOEToB,
XOTsI a30T(UKCAIUS MPU ITOM HE MOBBIIIACTCS.
DT0 HabIoAeHnE ObLIIO cellaHo elle B 50-e roabl
MPOIIUIOTO CTOJIETUS OJHUM M3 KIIACCHKOB 3€M-
nenenust P.S. Nutman (1946, 1984). B nporecce
M3yYCHUS H3MEHYUBOCTH KJIyOCHbKOOOPA30BaHHMS
MHOTHE CEJICKIIMOHEPhI IPUXOJIUIIN K BBIBOJLY, YTO
JUISL KQXKJ0TO TeHOTHUIIA PACTCHHUU XapaKTEepeH
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CBOI moKa3aTeslb MacChl KIyOCHHKOBON TKaHHU.
[Ipu HemocTaTrouHOM a3oTduKcanuu (HampuMep,
IPU UCIOJIb30BAHUM U MHOKYJISLHMH HEd(-
(hEeKTUBHBIX MITAMMOB) KOJIMYECTBO KITYOCHBKOB
YBEJIMUUBAETCS], HO X pa3Mep yMeHblaercs. [Ipu
HeperyJIsIpHON WHOKYJISIIIUY PEAKHE Ha PacTeHUN
KIyOCHBKH MPEBHIIAIOT MO pa3Mepy OObIUHBIC,
COXpaHsis CTAOMIBHOCTh MACChl CHMOMOTHYECKOTO
anmapara.

HeobxonumocTh 0asaHCUPOBKU MPOLECCOB
dboTocuHTE3a W a30THUKCANMH XOPOIIO HILIIO-
CTPUPYIOT DKCIEPUMEHTHI aBTOpa ITOH CTAThU
u ero kouter B.M. PomanoBa u C.A. YeTkoBoi,
BBINONHEHHBIE B 90-X rogax MpoLUIOro CTOJETHS,
M0 U3YYEHHIO XJIOPOGHIUIBHBIX MyTaHTOB TOpOXa,
nomydeHHbIX C.A. [octumckum B MI'Y (TuxonoBHY
u 1p., 1987). Takue mytanTs! conepxanu 2 42 %
(R-2 1 R-42) oT HOpManIbHOTO KOIMYECTBA XJIOPO-
(usa 1 BCIeACTBHE STOTO OBLIN OCTPONSPUITUTHEI
1o yrinepony. Mzydenue napameTpoB CHMOUOTHYE-
CKOM a30T(HKCAMU y TAKUX MYTAaHTOB [1OKA3aJI0,
YTO aKTMBHOCTb HUTPOT€HA3bl Y HUX WJIN HE BO3HU-
KaeT BooO11e y 2 % MyTaHTOB, WJIH PE3KO CHIDKEHA
(42 % xnopoduiia). TemM He MeHee MPOLEHTHOE
cojiepykaHue a3oTa B Macce R-42 pacrenuii npeBbI-
[IaeT TAKOBOE Y HOPMAJIbHBIX TOPOXOB. Y MyTaHTa
HaOJII0aeTCsl MOBBILICHHOE KOTMYECTBO TPAHCIIOPT-
HBIX ()OPM aMHUHOKHCIIOT, KOTOPbIE HAKAIUTUBAOTCS
B KJIyOEHBKAX, IIOCKOJIbKY y PACTE€HHH, BEPOSITHO,
HE JIOCTaTOYHO YITIEpOJia JJIsl CBA3bIBAHHS BHOBb
(UKCUPOBAHHOTO a30Ta. DTH HKCIIEPUMEHTHI MO-
Ka3aJii, 4TO B YCJIOBHSIX HEOCTATOYHOTO MUTAHMS
KIyOCHbKM HaUMHAIOT MPOSBIISITH AIEMEHTHI Iapa-
3uTH3Ma. TakuM o0pa3oM, JOJKEH CyIIECTBOBATbH
MEXaHU3M, YPaBHOBEILUBAIOLUINNA MOTPEOHOCTH B
a30Te ¥ BO3MOXXKHOCTH PACTEHHS IO MOIYYCHHUIO
¢doTocuHTATOB. 3HAHNE STOTO MEXaHU3Ma (MK Me-
XaHU3MOB) MTO3BOJIMT BHECTH 3HAYUTEIbHBIN BKIIA]
B SKOHOMHUIO a30THBIX yIOOPEHHUI IIPH OTHOBPEMEH-
HOM COXPaHEHHH BBICOKHX YPOXKAEB.

Hacnenosanue uncia Ki1yOEHBKOB y Pa3HBIX
TCHOTHITOB OBLIIO OMTMCAHO U3BECTHBIM IIBEJCKIM
reaetukoM ropoxa S. Blixt (Gelin, Blixt, 1964).
OTH pa3nuuus He BBIXOAAT 32 PAMKH U3MEHEHUS
yucaa KIyOeHbKOB B 1,5-2 pa3za y M3y4eHHBIX
reHotunoB. KoanuecTBo Ki1yOCHBKOB MOKET
Jaxe CIYKUTh CEJICKLUHMOHHBIM HPU3HAKOM Ha
NOBBIIICHHE YPPEKTUBHOCTH CUMOMOTHUECCKON
a30T(UKCAIMH. 316Ch YMECTHO OTMETUTh Pa0OTHI
K.K. Cunoposoit (Cunoposa u ap., 2000).

KonnyecTBeHHBIH XapakTep CIIOHTaHHBIX pa3-
JIMYUH 110 YUCITy KITyOSHBKOB HE TI03BOJISIET IPSIMO
uccuenoBarh reHeruueckuit koutpoias APK, sta
BO3MOKHOCTH TOSIBUJIACH TIOCIIE TIONyYeHUsS CY-
MepKITyOeHBKOBBIX MyTaHTOB.

[lepBbie Takue MyTaruu ObLTH IOTy4YeHBI B 80-X
rojiax MpoIuwIioro croierusi. Hauano ux moxpoo-
HOTO u3ydeHus Obuto monoxkeHo P. Gresshoff u
ero koiieramu Ha coe (Glycine max) (Reid et al.,
2011). deHOTHIT TaKUX MYTAaHTOB XapaKTEpPHU30-
BaJICSl PE3KUM yBEIIMYSHUEM YHCIIa KITyOeHBKOB —
HE MCHEE YeM Ha MOPSI0K 10 CPABHEHHUIO C JIMKHM
TUTIOM (pHC. 2), a TaK’)Ke€ HAMHOTO MPEBHIIIAJ Ipa-
HUIIBI CIOHTaHHOH M3MEHYNBOCTH 110 KIIyOSHBKO-
oOpa3oBanuto. KpoMe Kom4ecTBeHHOM pa3HUIIBL,
CYIIIECTBYET M Ka9YeCTBEHHBII MMPU3HAK CHCTEMHBIX
MyTanuii — 006pa3oBaHue KIYOCHHKOB IPOUCXO-
JIUT HE3aBHCUMO OT KOJMYECTBA a30Ta B IOYBE.
Takue MyTaruu ObUTH 00O3HAYCHBI JIJISI COU Kak
nts (nitrogen-tolerant symbiosis), 3arem 1o mepe
Pa3BUTHUS 3HAHHI 110 MOJIEKYISIPHOMY MEXaHU3MY
CHCTEMHOH PETyIISIINH OHH OBIITH TIEPEUMEHOBAHBI
B nark (nodule autoregulation receptor kinase). Cy-
MepPKIyOEHHKOOOPAa30BaHNE ONMCAHO y HECKOJb-
KuX 00OOBBIX, U BBISIBJICHBl COOTBETCTBYIOIINE
reHsl, Hanpumep Lotus japonicus (HARI), Pisum
sativum (SYM?29), Medicago truncatula (SUNN:
SUPER NUMERIC NODULES) u T. 1.

W3MeHYnBOCTH YnCIIa KITyOEHBKOB CBUAETENb-
CTBYET O TOM, YTO CYIIIECTBYIOT 110 KpaiiHel Mepe
JIBa YPOBHS PErYJSIMN: OIUH TPOSBISIETCS B M3~
MEHYHMBOCTH KITyOEHbKO0OPa30BaHMUsI IMKOTO THIIA,
B 3aBHUCUMOCTH, BEPOSTHO, OT MEXaHU3MOB, pabo-
TAIONINX Ha KOPHSX; BTOPOI YPOBEHB — ATO 001IIee
pasperieHmne Ha Kiry0eHbK000pa3oBaHue, KOTOPOe
CBSI32HO C a30THBIM CTaTyCOM ITOYBBI U OCYIIECTBIISI-
eTcs MyTeM TepeJadn CUTHAIOB Ha JaJlbHUE pac-
crostausl. [locnenHee crano U3BECTHBIM B CBSI3U
¢ HanOoJee UHTPUTYIOLIUM CBOMCTBOM MYTaIUi
CYTIepKITyOeHbKOO0Opa30BaHMs: MYTaHTHBIA (e-
HOTHII OTIpE/IeTISIeTCS BEPXHEW YacThIO PACTEHHS.
31O crenoBaso U3 SKCIEPUMEHTOB TI0 PEIUIPOK-
HBIM MPUBUBKAM MOOErOB MYTaHTHBIX pacTEHHH
Ha KOpHH JUKOTO TUMa 1 HaoO0opoT (puc. 3). [Ipu
ATOM CyNepKIyOEeHbKOOOpa30BaHUE BCETIa BO3HU-
KaJio Ha PaCTeHUH, HECYIIIeM MyTaHTHBIE TTOOETH,
HE3aBUCHMO OT T€HOTHIIa KOPHEBOI cucteMbl. Crre-
JYIOIIIUM TMOJITBEPKICHHEM CHCTEMHOCTH PEaKIHH
APK cranu sKCIIepuMEHTBI IO «PaCIICIIICHHOMY
KopHIO» (puc. 4). CyTb UX COCTOUT B TOM, YTO JIBE
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Puc. 1. MonekynsipHble MEXaHU3Mbl CUTHAJUTMHTA B CUMOMO03¢e RAizobium M G00OBBIX, ONPEACISIOIINE CIICITH-

(uaHOCTD.

Curnai B Buje creruduaeckux (aBoHONI0B, IPOM3BOINMEIH B KOPHIX 0000BEIX, BOCTIpHHIMAaeTcs 6enkoM nodD, 9To BBI3BI-
BAET HKCIPECCUIO F'eHOB KITyOeHbKOOOPa30BaHus, CHHTE3UPYIoMuX nod-(hakTop, CTpyKTypa KOTOPOro OTBEYaET 0COOCHHOCTAM

peuenTopHoffl MOJICKYJIbl COBMECTUMOTI'O 6060BOTO pacTCHUs.

4acTH KOPHEBOH CHCTEMBbI 0000BOTO pacTEHHUsI 110-
MEIAIOT B Pa3IM4HbIe MPOOUPKH, YTO HCKITFOYAET
X QU3MUECKUI KOHTAKT. IHOKyISMs OHOH U3
YacTell BBI3bIBACT 00pa3oBaHNE HA HEW KITyOeHb-
KOB, TOT/Ia KaK BTOpast 4aCTh OCTAETCsl CBOOOIHOM
oT KiIyOeHbpkooOpaszoBanus. Eciu Temeps crycts
HECKOJIBKO JHEH HaHeCTH OaKTepUu Ha BTOPYIO
4acCThb, TO B HOPME HOBBIC Kﬂy6eHBKI/I HC BOBHUKHYT
BOOOIIIE WK UX YHCII0 OyaeT pe3ko cHuxeHo. Ho
B Cllydyae MyTaluil CynepkiIyOeHbKO0Opa3oBaHuUs
Takasi OTCTPOYCHHAsI MHOKYJISIINS MOXET BOOOIIIe
HE MOBIUSTH Ha 00pa30BaHKe KITyOSHBKOB HIIH 3TO
BIIMSIHUE Oy/leT 3HAYUTENIBHO 0CIallIeHO.

LOvikui Tvn

MyTanT Nod **NTS

Puc. 2. Hapymienne cuCTeMHON peryisnuy YHCia KITy-
OEHBKOB y TOpOXa.

MyTam/m 110 NIpU3HAaKaM CUCTEMHOCTHU BbI3bIBAIOT CYIIEPKITY-
OenprooOpazoBanme y ropoxa. NTS (nitrate tolerant symbiosis) —
YCTOMYHBOCTH KITyOCHBKOOOPA30BaHUs K BBICOKOMY COZIEP-
JKAHMIO a30Ta B CPEJie.

OTtcpoueHHOE KIyOeHbKOOOpa30BaHUE SIBJIS-
€TCsl HE3aBUCUMBIM OT MPUCYTCTBUS KHUBBIX OaK-
Tepui, OHO HAONMIONACTCS IaXe MPH J00aBICHUH
ounteHHoro nod-(akTopa, CUTHAJILHOTO COCIIHU-
HEHHS, CHHTE3UPYEMOTO OaKTepHSIMH, CTPYKTypa
KOTOPOTO OTIpe/ieNisieT Crenu(pUIHOCTh B3aUMO-
nercTBus (puc. 5).

B cucreme pacmierienHoro kopHs nod-dakrop
MOJIaBIIsET 0Opa3oBaHue KIyOCHBKOB HA BTOPUY-
HBIX KOPHSIX, OJTHAKO TOJHKO €r0 HATHYHS HENOo-
CTaTOYHO IJIs TTOJTHOTO TiposiBiieHuss APK.

o ++
Ovkuia Tun Nod ™ ™ - myTaHT BereTaTtuBHble rmbpuabl

___of

PeuvnpokHblie -
NpuUBMBKN

Puc. 3. Jlokanuzanus curaasia, KOHTPOIUPYIOIIEro YHCIO
KIIyOCHBKOB.

IIpu3sHak cynepkIyOeHbKO00Pa30BaHUs CIELYET 3a BEpXHEH
YaCTBIO PACTEHHUS B 9KCIIEPUMEHTE TI0 IPHBUBKAM.
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WHokynsauns
Kny6eHbKOBbIMU GakTeprsMn
B Havane akcrnepumeHTa

MHokynaumsa
Kny6eHbKOBbIMM GakTepusMm
Ha 7-1 feHb aKcnepumeHTa

Puc. 4. Cucrema «pacuierieHHbIN kopeHb» (Kosslak,
Bohlool, 1984. P. 125-130).

V myrtaHTa Ha kopHe B dopmupyercs 6oibliiee KOIHIeCTBO
KITyOCHBKOB BCIIE/ICTBHE HAPYIIIEHHON aBTOPETYIISIIIUH.

BHUCST MOTPEOHOCTH PACTEHHH B a30TE M UX DHEP-
reTuyeckuii craryc. OmHaKko Takoe OObsSCHEHHE
MPE/ICTABIACTCS OUCHD (DOPMAITLHBIM, TPEOYFOIIIM
pacmudpoBKU OoJiee KOHKPETHBIX MEXaHU3MOB,
TeM Oosee, uTo JaedoauaIis BEI3bIBACT YBEIUIC-
HHE 00pa30BaHusl KITyOCHbKOB Ha KOPHSIX MyTaHTOB
M0 CPaBHEHUIO ¢ JUKUM ThroM. CienoBarenbHo,
MexanusM APK Henb3s TpakToBaTh Kak MPOCTYIO
3aBUCHUMOCTbH OT KOJINYECTBA (POTOCHHTATOB.
Haubonee MOrnYHBIM Ka3anoch 0ObsICHEHUE,
npemnoxennoe P. Gresshoff, mpenmomaras-
IIMM, 9TO B IPOIIECCE PA3BUTHS KIyOEHBKOBBIX
HNPUMOPJUEB I'€HEPUPYETCs CUTHAJ, KOTOPBII
TPAHCHOPTUPYETCS] B BEPXHIOIO YacTh PACTEHUS,
rae oOpabaThIBAETCsl U BCICACTBUE STOTO POXK-
JaeTcsl MOOEroBhIi CUTHAIN, KOTOPBIH, momauas
B KOPHEBYIO CHUCTEMY, MOJABIsET NaibHeilliee
KiyOeHbpkooOpaszoBanue. J{iist pacumppoBKH STOTO
MEXaHM3Ma, CIIeJIOBAaTeIbHO, HaI0 ObUIO OOHa-
PYXHUTh 00a CUTHAIBHBIX COCAMHEHUS, KOTOPBIX
MOTJIO OBITh U OOJIBIIIE, a TAKKE HX PEIENTOPHI

B BEPXYILICYHON 4YaCTH M B KOPHSX PACTCHUS.
OTa JI0THKa COBHAAAET C paHee BHICKA3aHHBIM
M.E. JloGarieBbIM ITOJI0KEHUEM O TOM, U4TO KIICTKA
HE JIOJKHA BBIXOIUTH U3-TI0J1 KOHTPOJISl OpraHu3Ma,
YTO OCOOCHHO aKTyaJbHO JJIsl TAKOTO MpPHU3HAKa,
Kak genenue. [Ipouecc oOpaszoBaHus KiIyOCHBKOB
KaK pa3 ¥ ImpeCTaBisieT u3 ceds aenudepeHiu-
POBKY KJIETOK KOPTEKCa C OSIBIICHUEM BTOPHUUHBIX
MEpHCTEM M HOBOOOPA30BAHM.

deHoMeH cHMOMOTHYECKOW a30T(QUKCALINH,
TakuM 00pa3oM, SIBIISIETCS. HHTEPECHON MOAECIBIO

OBLIASA CXEMA
CUCTEMHOI'O CUTHAJIJIMHTA

OnncaHHbIe BBIIIE OKCIICPUMCHTBI CBHUIC-
TEIBCTBOBAJIM O TOM, YTO CUTHAJI, Pa3peIIaoi
KITyOeHBKOOOpa30BaHKe, TCHEPUPYETCS B BEPXHEH
YaCTH PACTCHUsI, a 3aTeM HOCTYIaeT B KOPHEBYIO
CHCTEMY, YTO Ka)XETCS JIOTHYHBIM, MOCKOJIbKY
MMEHHO B BEpXHEW 4acTH MPOHMCXOIUT MPOLECC
¢dorocunTe3a, oT 3pHEeKTUBHOCTH KOTOPOTO 3a-

@ (iii)
OCOCH; , 0SOzH
HOH CH, CH,OH CH,OH CH,
H o o o o
R HO' o) o) o)
- ~-OH OH
o:cﬂHH HO NH HO NH HO NH HO NH
}:Hs B | o co co
(i) co CH, cH CH
I
,CH
S0
Rhizobium (CHz)s
(CHs leguminosarum i Sinorhizobium
He” bv. viceae (I;H meliloti
HC— (cH,)=CH, (CHz)g
CHj,
Buka Fopox IouepHa

Puc. 5. Nod-dakropsl, onpeesnstonye crneuGuIHOCTb K pa3HbIM PACTCHHSIM.

Paznnums B crpykrype nod-akropa onpenensior crieupuIHOCTb B3auMOAeHCTBUSL. [1py HaIMInK CXOHOW 4aCTH MOJICKYJIbI —
xuToonurocaxapua (1), B 3aBECIMOCTH OT HATMUHS 3aMECTUTEIS — CyIb(Orpynmsl (2) ¥ pa3HBIX 0CTATKOB KUPHBIX KACIOT (3)
nod-(hakTop BeI3bIBACT KIIyOSCHBKOOOPA30BaHHE Y TOPOXA WITH JIFOLIEPHBI.
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JUTSL U3YYEeHHS CKOOPIMHUPOBAHHON peanu3aluu
KOMILIEKca (DAaKTOPOB, OT KOTOPBIX 3aBUCUT IEpe-
XOJ] paCT€HHMI Ha HOBBIH MCTOYHUK MUTAHUS [Ty TEM
CHCTEMHOTO PETYJIUPOBAHUSL.

Hrak, mporiecc KIryOeHEKO0Opa30BaHK 3aITy CKa-
eTcst mocpeacTBoM nod-dakropa, HAXOTUTCS O]
KOHTPOJIEM pacTeHUsI M 3aBUCHUT OT YCJIOBHUM
okpy>katoleit cpeasl. I[Ipu aToM npoucxonsaT asa
npolecca — NPOHUKHOBEHUE OakTepuil B pacTe-
HHUE TOCPEACTBOM 00pa3oBaHUsl MHGEKIMOHHBIX
HUTEH 1 00pa3oBaHHE BTOPUUYHBIX MEPUCTEM
BHYTpPHU KOpHS. DTH JBa Ipoliecca 00ecrednBaroTcs
CXOJIHBIMHU I'€HaMH, paboTaIOIUMHU B PA3INIHBIX
nporpammax. (puc. 6). JlaHHbII npouecc aKTUBHO
KOHTPOJIMPYETCS B PACTCHUHU MPEUMYIIECTBEHHO
3a CYET OTPHULATENBHBIX CBSI3€H, YTO MOAPOOHO
paccmotpeno H.A. TIpoBopossim 1 H.A. BopoObe-
BbIM (2012). [Ipu 3TOM MIOAaBsIeTCS N30BITOYHOE
oOpa3oBaHue WH(MEKIMOHHBIX HUTEH U 3a4aTKOB
kiyoeHbkoB. [locneanne oOpaszyroTcst TONBKO B
OYCHb OIPaHMYCHHOW 30HE KOPHS, Cpasy 3a KOp-
HeBOIi Toukoii pocta (bornee moapodHO onrcaHo B
(D’Haeseleer et al., 2010)).

®enomen APK, Takum obpaszom, sBIseTCA
MPUMEPOM PEryJSIUU Ha JaJbHEM PacCTOSHHM.
Haunbonee BeposTHBIM OBIJIO TOJIATaTh, YTO TAKOH
MEXaHHU3M OCHOBAH Ha KOHTPOJIE Ipolecca aese-
HUSI KJIETOK Kak JacTu Oojee oOuiero mpoiecca
peryJsiiiiu pocTa U pa3BUTHUS pacTeHuil. B ganb-
HEHIIeM 3TH MPEATIOIOKEHUS TOATBEPAUIHCH ITPH
BBISIBIIGHUH PELIENITOPOB CUTHAJIA, TIOCTYIIAIOIIETO
U3 KOPHEH.

Ilneltorponnoe neiictBue mytantoB no APK
CKa3bIBACTCSl HA Pa3BUTHU KOPHEBOH CHUCTEMBI.
KopreoOpa3oBaHue sIBISETCS KOMIUIEKCHBIM IIPO-
LIECCOM, KOTOPBIH XapaKTepu3yeTcst OOJIBIION I1ac-
TUYHOCTBIO B OTBET Ha U3MEHSIOIINECS YCIOBUS
cpenpl, odecreunBasi BEBDKHBAaHHE OpraHu3Ma.

Uccnenosarenu APK —F. de Bruijn u K. Szczyg-
lowski — oOparnim BHUMaHUEe Ha MyTaHT Lotus
japonicus, KOTOPbIN XapaKTepu3oBajiCsi Hapyllle-
HHEM B Pa3BUTUH KOPHEW U OJJTHOBPEMEHHO MPOSIB-
711 cynepkiyoenpkooOpazosanue (Krusell et al.,
2002). bbun onucaHbl HECKOJIBKO ajljieNielt JaHHO-
rO T€Ha, KOTOpbIE MONy4niIn Ha3BaHue harl-1-3.
WHokynsus Takoro mytanra Mesorhizobium
loti Bena K MOUYTH TOJHOMY IIOAABIEHUIO POCTa
pacTeHusi U CynepkiIyOeHbKOOOpa30BaHUIO, MPH
KOTOPOM KIIYOCHBKH MPAKTHYECKH MOKPBIBAIN

Bech KopeHb. MccnenoBanue nporecca IpOHUKHO-
BeHUs OaKTepuil B KOPSHB TTOKA3aJ10, YTO TPOIIECC
00pa3zoBaHUs MHPEKIIMOHHBIX HUTEW MTPAKTUIECKU
HE OTIIMYAETCA OT MpoIiecca y TUKOTO THTIA, OJTHAKO
€CITH Y HOPMATBHBIX PACTCHHUH U3 dTUX HUTEH 00-
pasyercs TOJbKO 9—15 KiyOeHBKOB, TO y MyTaHTa
pa3BuTHE OOJBIIMHCTBA MHPEKIMOHHBIX HUTEH
MPUBOAUT K (POPMUPOBAHUIO MHOTOYHCICHHBIX
30H C MHTO3aMH, KOTOpBIE 3aTeM (HOPMUPOBAIH
KITyOCHBKOBBIE TIPUMOPINH, YTO BEIO K CyIep-
KIyO0eHbKOOOpa30BAHHUIO C XapaKTEPHOU IS
JIAHHOTO MyTaHTa yCTOMYMBOCTBIO K TOBBIIIIEHHOM
KOHIICHTpALIUU HUTPATOB B cpeze. Hennokymupo-
BaHHBII MYyTaHT harl XapakTepH30BAJICS TaKKe
3HAYUTEJIBHO YKOPOUCHHOU KOPHEBOM CUCTEMOM.
[Ipu sTOM mONIOKEHIE BTOPUYHBIX KOPHEH Kak
Yy MyTaHTa, TaKk U Y HOPMAJIbHBIX PACTCHHH HE
pa3Inyanock, OAHAKO YaCTOTa BTOPUYIHBIX KOpPHEH
Obljla 3HAYMTENILHO BBIIIC Y MyTaHTa. MHUTOTH-
YecKas aKTUBHOCTh Y MyTaHTa TaK:Ke 3HAUUTEIb-
HO TIpEeBBINIaja TAKOBYIO y JHMKOTO TUIA. bbuio
TaKke OTMEYEHO IMOUYTH JBYKPATHOE YKOpPOUEHHUE
KOpHEW U CHUYKEHUE HAJ[3EMHOW MacChl, UTO BbI-
SBIISIIOCH Jlaxke 0e3 mHokyisnuu. [lonasieHue
pa3BUTHS PACTEHUM, CBA3AHHOE C MHOKYJIALMEM,
XapaKTepHO, XOTsA U HE B TAKOM CTEMEHU, U IS
JIPYTUX MYTaHTOB IO KIYOCHHKOOOPAa30BaHUIO,
T. €. HapyIIIeHHE PETYISIIUH IPUBOIUT K YCHUIICHUIO
MapasuTHYECKNX CBOMCTB CUMOMOTHYECKUX CHC-
teM. CiieyeT npearnoioKuTh, YTO CXOIHbIE TeHbI
MOTYT OBITh BOBJICUCHBI KaK B CUMOMOTHYECKHE,
TaK U HecuMOMoTHuecue npoueccol. ['padTuHr
(IpUBUBKH) BBISIBHII, YTO KOPHEBBIC MPU3HAKU
TaK)Ke KOHTPOJIHUPYIOTCS BEPXHEH 4acTh0. 3HAYNT,
reH Har-1 siBAsieTcs 5JIEMEHTOM KOHTPOJISI KOpHe-
00pa3oBaHUs Ha JITTUTEIHHOM PACCTOSTHUH.

3T0 MOXKHO 0OBSCHUTH MO-pazHoMy. [1ockoib-
Ky MyTaHTHBIN )EHOTHII IPOSIBIISICTCS B OTCYTCT-
BUE pU300WH, TO mepBUYHAS poyib reHa Har,
BEpOSITHO, JIOJDKHA OBITH CBSI3aHA C KOHTPOJIEM
KopHEeoOpa3oBaHus, a 1eeKT KITyOeHhKoOOpa3o-
BaHUs BbI3BaH KOH(IMKTOM POTrPaMM, B KOTOPbIC
BOBJICUCH TaHHBIN I'e¢H. ATBTEPHATUBHO IPOIYKT
ATOTO T€HA HAIPSIMYI KOHTPOJIHPYET KIyOCHbB-
KkooOpa3oBaHUe, MPEJCTaBIssA, TAKUM 00pa3oMm,
OJINH W3 DJIEMEHTOB OOINETO MYTH PEeryIsIuu
Pa3BUTHUSA KOPHEH W KIyOCHHKOB, CBSI3AHHBIN,
KpOMeE TOTO, U C YyBCTBUTEIHHOCTHIO K a30THOMY
CTaTyCy MOYBHI.
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CTPYKTYPAT'EHOB APK
N IIEPEJAYA CUT'HAJIA

Pemaromuii mpopeIB B U3yYSCHUU MOJICKYIISP-
HO-TEHETUYECKOT0 KOHTPOJSI CUCTEMHOCTH ObLI
JOCTUTHYT TOIJIa, KOIia K yke ynoMsHyThIM F. de
Bruijn u K. Szczyglowski npucoenuamnics J. Stoug-
gaard, KOTOPBII K TOMY BpEMEHH CyMelT HAJIAIATh CEK-
BEHUPOBaHNE CHMONOTHYECKUX TCHOB, B YaCTHOCTH
BIIEPBBIC paclIN(poBall CTPYKTypy reHa nin. B
pe3ysbTaTe NO3UIMOHHOTO KJIOHUPOBAHUS YAAIOChH
UAeHTU(ULIUPOBATh KOHTHUI, COIEPIKAILNI JIOKYC,
MOCTIeIOBATEIbHOCT HYKJIEOTHI0B KOTOPOTO ObIIa
u3MeHeHa y MyTaHoB 1o reny har (Krusell et al.,
2002). B coctaB 3T0TO reHa BXOAUT OJUH HHTPOH,
OTKpBITAsl paMKa CYUTBHIBAHHS BKITIOYaeT 2 958 Hyk-
neotu1oB. COOTBETCTBYIOUINHI OENTOK HACUNTHIBACT
986 aMHUHOKHUCIOT. JlaHHBIN OEJIOK OTHOCHUTCS K
TpaHCMEMOpaHHBIM OeJTKaM ¢ 000TaIIeHHBIMH JICH-
uHoM yuactkamu (LRR), pacrionoxeHHbIME cpazy
3a CUTHAJIBHBIM HETITHIOM U UMEIOLIMMH CIIEIYT0-
1y MoTHB: XEXXNXLS/TGXPX XX XXX LXXL
(tme f u X 0603Ha49ar0T THAPOPOOHKIE U BapPbUPY-
JOIINEe aMUHOKHCIIOTHI). JIaHHBIIT MOTHB TIOBTO-
pserca 6omnee 20 pa3. BHyTpukieTouHas 4acThb
0Oerka XxapaKkTepHa JIsl CEpUH/TPEOHNHOBBIX KHHA3.
Takum 00pa3oM, oH 00NagaeT BCeMHU NPU3HAKaMU
peuenTopHoro Oenka. Ero Bo3moxHas QyHKIUS,
KaK ¥ MHIYKTOP, ObLIM BBIYMCIICHBI HA OCHOBAaHUU
HMeroIIeiicss 0a3pl TaHHBIX. JTOT TeH Ha 53,2 %
cxofieH co cTpykrypoii reHa CLAVATA 1, Bxirodast
M DK30H-MHTPOHHYIO CTPYKTYpy (puc. 7). Ctpyk-
Typarena HARI Taxxe Ha 74,8-91,5 % coBmanana
C TeHaMu, BBISBICHHBIMHU y cou. [TompoOHO Oblta
U3y4yeHa TaKXe CTPYKTypa reHa ropoxa SYM29,
MYTaLUU [0 KOTOPOMY HMeNn (PEHOTHI CyIep-
KITyO€HBKOOOpa30BaHUs, CXOMHBIN C MyTaHTaMH y
cou u JioTyca. MyTaHThI 10 JaHHOMY T€HY HeCJH
pa3iuyHble OTKJIOHEHUS B €ro CTPYKType Kak B
HKCTPALEIUTIOISIPHOM, TaK U BO BHYTPUKIETOUHOM,
KUHA3HOM, JloMeHaX. KocerperainoHHbIN aHan3
HNOATBEPAMI TUIOTE3Y O FOMOJIOTUMHOCTH T'€HOB
PsSYM29 u HARI.

BersicHmiioch, uTo Bee 4 reHa y pasHbeIx 0000-
BbIX, harl, sym29, nark v sunn, SBJISIOTCS KUHA-
3aMu, 00OTalCHHBIMHU JICHIIMHOBBIMH TIOBTOPAMH
B akcTpanemtonsipaom gomeHe (LRR) n mormm
paccMarpuBaTbCsl KaK BEPOSITHbIC KaHIUAATHI Ha
pOJIb PelenTopoB KOPHEBOIO CHTHaja. AHAIIN3
SKCIIPECCHM JaHHBIX T€HOB Yy ropoxa M JIoTyca

MOKa3aJi, YTO UX TPAHCKPHIITHI IIUPOKO MTPEICTaB-
JICHBI B PA3IMYHBIX YACTSIX PACTCHUS, & DKCIIPECCHUS
HE 3aBHCHUT OT pU300WH U HATMYHS MUHEPAIBHOTO
a30Ta. DTOTO U CIEA0BAIIO OXKU/IATh, €CIIF MBI ITPE]I-
nosaraem, uro oenxku PsSYM29 u HAR1 saBistrores
perenTopaMu, OAHAKO TOJKHBI OBLIIN CYIIECTBO-
BaTh CUTHAJIBI, CBS3aHHBIC KaK C a30THBIM CTaTyCOM
MTOYBBI, TAK U C IPUCYTCTBUEM OAKTEPHIA.

Hawubonee BeposTHO# kazanmach cBsizb APK
W CHCTEMBI PETYISIIINH, CXOMHON C peryismuei
redoB tuna CLAVATA, tne WHIYKTOPHI ke OBLITH
W3BECTHEI.

CLAVATA 1, onucanHsiii panee y apaOuIomcu-
ca, QyHKIMOHUPYET KaK PELeNTOp, y3HAIOIIUN
curHai B Buje HeOousbioro oeinka CLAVATA3
(CLV3). Panee OBLIO M3BECTHO, YTO JaHHBIN
CUTHAJ TeHEPUPYETCs ACTAMMUMUCS TOOESTOBBIMU
KJICTKAMH 1 HA KOPOTKOM PACCTOSIHUH HHTHOUPYET
JICJICHNE CTEOICBBIX MEPUCTEM, CTUMYIIUPYS TIepe-
xoll K qu(epeHIIUPOBKE U MOICPKUBAST TAKIM
00pa3oM HeOOXOAMMBIH OallaHC MEXTy HATHIHEM
(DYHKITMOHUPYIOMIAX MEPUCTEM U (POPMHUPOBAHHEM
HOBBIX OpPraHOB pacTeHus. Takoi e peryasarop-
HBII KOMIUIEKC OBLT OOHAPYKEH M y APYTHX pac-
TEHUH, B YaCTHOCTHU Y PUCA, T7I¢ ObLIO OTMEUYCHO,
yTo penentop, cxoausiii ¢ HARI1, cBsa3biBaeTcs
oenkamu CLE cemelicTBa. DTO CEMEWCTBO BBI-
3bIBaeT OONBIION MHTEpeC KaK YHHBEPCAIbHBIN
PETYIISITOPHBIN MEXaHW3M y PacTeHHH (CM. 0030p
Honyesoii u 1p. (2012)).

[TosToMy Haubosee BeposTHON TUIOTE30H OBLTO
TO, YTO JIAHHBIA MeXaHU3M (DyHKIIMOHUPYET U B
cuMOM03e. DTy TUIIOTE3Y OJTHIM U3 IIEPBHIX MTPOBE-
puii rccnenoBareny u3 TOKuiicKoro yHUBEpCUTETa
(Okamoto et al., 2009) mox pykoBoactBom M. Ka-
waguchi. [lannbie Obutn onyonukoBansl B 2009 T
B xone paboTsl B TeHOME JIOTyca OBbLIO BBISIBICHO
110 4 TeCSATKOB NENTHI0B, 0012 IAF0IINX CXOJCTBOM
¢ CLV3. 13 Bcero unciia BOSMOXKHBIX KaHIUJATOB B
KITyOeHbKaX 9KCIPECCHs TPeX U3 HUX YCHITNBAJIAch
moutd B 100 pa3. ITH reHbl OBLUTH TTOMEICHBI TTOT
CWIIBHBIA 35S MPOMOTOp M TaKOM KOHCTPYKIMEH
ObLTH TPaHCPOPMHUPOBAHBI KOPHH JIOTYCA MTOCPE/I-
cTBoM Agrobacterium. OToOpaHHBIE 10 HAJTHMYUIO
MapKepHBIX MPU3HAKOB TPaHC(HOPMHUPOBAHHBIC
pacTeHns OBLIM MPOWHOKYNMHpOBaHKL. HesaBucn-
MeIit ot CLE mentumoB Mapkep TpaHchOopMaIinm,
BKJIIOUCHHBI B COCTaB KOHCTPYKIIUHU, TTO3BOJISII
Pa3IUYUTh TPAHC(POPMHUPOBAHHBIC U WHTAKTHBIC
kopHu. CpaBHHUTEIIbHBIA aHAIN3 TaKUX KOPHEH
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DeHOTUNBbI MyTaHTOB € HapyLweHusimu BPC

[ndbdepeHumnaumns _
TKaHel knybeHbka Ced Np(é. Anm Nmp
Konorusauns (CBK) Hac | Crh | Iti Ith ><tr Itn | Idd | Bad Nop
MneHTnduumpoBaHHble Sym10 Sym8 Sym9 Sym7 | Sym35 Sym2 Sym5 | Sym21| Sym33| Sym40 Sym31
reHbl Sym19 Sym14 Sym37 Sym16 Sym39 Sym41 Sym32
Sym38 Sym34

>
=)

i e e

o T e [
alalel | el

WpeHTudrumpoBaHHble Sym8 Sym9 Sym14 Sym36 Sym33  Sym40
reHbl Sym19 | Sym41
Konousaums Pen | Arb Rmd- Rmd++

DeHOTUMbI MyTaHTOB C HapyLeHusimu AM

Puc. 6. DyHKIMOHUPOBAHHE CHMOMOTHYCCKUX TeHOB ropoxa (Pisum sativum L.).

B npomnecce pa3ButHs cuMOHOTeHe3a pearn3yoTCsl TPH TeHETHYECKHE TPOrpaMMBI: pa3MeIIeHHe B paCTeHUN OaKTepHaNbHOM
kietkH (1), o6pa3zoBaHue B KOPHSIX MHKOPHU3HBIX CTPYKTYp (2) U 3aKiajka u oOpa3oBaHue BTOPUYHBIX MepucTeM (3). MHorne
obuue Sym-reHsbl KOHTPOIMPYIOT BCE TPHU IIpoLiecca, y4acTBYsl B pa3HbIX NPOrpaMMax, HO B PAa3IMYHON OYEPEIHOCTH, YTO
OTPAKEHO C MOMOIIBIO NEPEKPEIIUBAIOIINXCS CTPEIIOK.

| Peuentoprasiuacte | | Kuhashblit noven |

Ser/Thr
CI-V1II!IIIIIIIIIIIIIIIIIIIIII | L Jogo
i 56,7 % 5 | 83,0 % |
! L246F in har1-4 5 ! E740K in har1-5 |
HART L TTITITTLITITITITITTT]] | | 19g6
| 76,5 % | | 94,8 % |
NTs1 [T I T | .

4 A

Stop codon (606) in En6500

Puc. 7. CtpyKkTypa penenTopHbIX KMHA3, KOHTPOJIUPYIONIINX CUCTEMHbIE IPU3HAKH.

IIpu3Hak cucTeMHOCTH KIIyOEHBPKOOOPa30BaHMsI KOHTPOIUPYETCs TeHoM Har'y notyca, NTS1 —y cou, KOTOpbIE CXOAHBI MEXIY
c000H, a TaK)KEe UMCIOT BBICOKHI ITPOIICHT romosiorun ¢ reHoM CLAVATAI.

TpeyronsHUKHN U CTpENKH 0003HaYal0T MyTaHTHEIE JIOKYCHL. PerienTopHas gacTs (3emneHslii nBet) npencrasiena LRR mosropamm.
Kunassslit fomeH (cepblii 11BeT) ropaso 6oiee KOHCEPBATUBEH O CPABHEHMIO € PELIENTOPHOM YacThIo.
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MOKa3aJ, YTO CBEpAKCIpeccus NByX u3 Tpex LjCLE
TCHOB JJOCTOBEPHO MHTHOMpOBaja 00pa3oBaHHE
KIIyOCHBKOB Ha PAacTeHMAX AUKOTO Thma. MHTe-
PECHO, UTO yrHETEHHE KIyOeHbKOOOpPa30BaHUS
HaOII0MaIoch Ja)xe B HEeTpaHCHOPMHPOBAHHOM
YaCTH KOPHEM OIHOTO U TOTO K€ pacTeHust. Beposit-
HO, MHTHOUpYIomid 3Q(eKT pacpocTpaHsuICs 10
pacTeHHIo CUCTEMHO. {7151 TOro 4TOOBI TPOBEPUTH
B03MOkHYIO cBsi3b LjCLE OenkoB ¢ HAR1, atumu
K€ KOHCTPYKUMSIMHM ObUIM TPaHC(HOPMHUPOBAHBI
MyTaHTHI Aarl. Ha MyTaHTHBIX pacTEHHUSAX C TIPHU-
3HAKaMH CyTEepPKIyOeHbKOOOPa30BaHMsI yTHETCHHUS
OTMEUYEHO HE ObLJIO, YTO TOBOPUT O TOM, 4TO harl
snucTaTupyeT Han aeiictBueM LjCLE u 1OKa3bl-
BAET X CBS3b.

Cunrtes LjCLE 6enxoB HacTynau B Te4eHue 3 4
10CJI€ MHOKYJISIUM OJHOBPEMEHHO C PAHHUMU
HOJYJIMHAMH, YTO TAK)Ke MOATBEPAMIIO WX CBA3b
¢ krybenpkooOpa3zoBanueM. llITaMMbl pu3o0uid,
He BeIpabaTbiBatomue nod-hakropa BCIeACTBHE
MYTaIHH 110 #0dA, ObLTN HE CIIOCOOHBI 3aIlyCTHTh
MOBBIIEHHY0 SKcipeccuio CLE TeHOB B KITyOeHb-
Kax, YTO IOKa3aJI0 BaXKHYIO POJIb OaKTepHaIbHbBIX
CUTHAQJIOB B Pa3BUTUU CUCTEMHBIX peakunid. Ha-
Ju4gre OO0BIIOro KOJUYEeCTBa MyTallUi 110 TeHaM
KIyOeHbKOOOPa30BaHHS TO3BOJIHIO BBIYUCIUTH
npuMepHoe Bpems padbotsl reHoB APK. Oxkazanocs,
y1o y MyTaHTOB CASTOR u LjCCaMK noBbliIeH-
HO# akcnpeccuu LjCLE TEHOB HE HAONIOMAeTCs.
OnHako OHA pEerucTpupoBajach y MyTaHTa IO
reny LjNSP2, 4to yka3pIBaJIO Ha JIEHCTBHE IeHa
YK€ MoCJIe pa3AeieHHsl TEHeTUUECKUX MporpamMm
Ha KIyOCHBKOBYIO U MHUKOPH3HYIO, YTO TAKXKe
MOJUYEPKUBACT BAXXHOCTh JIEMEHTOB IIYTH pac-
HPOCTPAHEHUSI OAKTEPUAIBHOTO CUT'HANa IS
CHUCTEMHOU peryJsiiyH.

LjCLE nentuasl oKa3ajauch yYaCTHUKAMH pe-
TYISIIUH KITyOeHBKOOOpa30BaHUsl Yyepe3 a30THBIHN
CTaTyc Mo4Bbl. MyTaHTBI 10 CyNEPKIyOEeHBKO00-
Pa30BaHUIO, KAK YK€ OIYEPKUBAJIOCH, YCTOHIHBEI
I10 OTHOLLICHHUIO K HAJIMYUIO [TOBBIIICHHBIX KOHLICHT-
parii a30THBIX COSTMHEHUH B ITOUBE. DKCIIPECCHUS
OJTHOTO U3 TPEX FCHOB, CIICIM(DUICCKUX JUTSI KITy-
oenbkoB (LjCLE-RS2), oka3zanach 3aBUCHMON OT
HHUTpara KaJus B IOUBE, IPUYEM OHA YCHIIMBAJIACh
C YBEJIMYCHUEM KOHLICHTPALIMH MUHEPAJIBHOTO a30-
Ta IIPH OHOBPEMEHHOM I10JaBJICHUH 00Pa30BaHUs
KITyOCHBKOB. D()(PEKT 3aBUCUMOCTH IKCTIPECCHH
LjCLE-RS?2 coxpansiyics 1 Ha paCTEHUSIX, MyTaHT-
HbIX 110 reHaM CASTOR, LjCCaMK v HEKOTOpBIM

JIPYTHUM, YTO MTOTICPKUBACT HE3aBUCUMOCTD ITyTEH
HUTPATHOTO MHTMOUPOBAHUS OT CUTHAIEHOTO Ty TH
nod-gaxropa.

PaccmarpuBas B 11e10M poJib JaHHBIX TEHOB,
CJIeZTyeT OTMETHTD, YTO OHH CXOHBI C TAKOBBIMH Y
JIPYTUX PACTEHUH, KOTOPBIE PETYAUPYIOT IPOIIECC
JIEJIEHUS KJIIETOK, HO UMEIOTCS M Cepbe3HbIe OTIIH-
yusi «kiyoenpkoBbix» CLE mentumos. [Ipexne
BCETO, CIIeYeT YKa3aTh Ha TO, YTO OHHU MOSIBISLTUCH
B OTBET Ha BHEITHUE BO3JICHCTBHSA, YTO U JJOJKHO
OBLI0 OBITH, €CITM paCCMaTPHUBATh UX KaK CUTHAIIBI
M3MEHEHHH B OKpYykaromeii cpeae. OHaKo 10 cux
TI0p HE YIaeTCs MPSMO MOKa3aTh TPAHCTIOPT TaKUX
0EJIKOB 13 KOpHEH K BEpXHEH YacTH pacTeHus. ITO
MOXET OBITh CBSI3aHO C TEM, YTO OHH MIPETEPIICBAIOT
MTOCTTPAHCISAIIMOHHBIE U3MEHEHHS U, BEPOSATHO,
MOTYT OBITH PEAYNHPOBAHBI A0 |2-4IECHHBIX
MIEeTITU/IOB, BKJTIOYAIOIINX THIAPOKCHIIPOINHOBEIC
octratku. Takue octatku (RLSPGGPDPQHN)
SIBJISIIOTCS BBICOKOKOHCEPBAaTUBHBIMU, a TIOTOMY,
BEPOSTHO, BeChbMa (D)YHKIIMOHAJIBLHO 3HAYMMBIMH.
OpHaKko Takwe MPHUPOTHBIC WM CHHTETUYECKHE
YKOPOUCHHBIE TIENTUABI OBUTH HE CIIOCOOHBI TI0-
BJIMATH Ha KITyOeHbKOoOOpa3oBanue. CUMOUOTHYE-
CKHE TETITH/IbI IMEIOT HEKOTOPBIE CHIeN(hUICCKIE
YYaCTKH, COCTOSIIME U3 4 UK 5 aMUHOKUCTIOT Ha
N'- u C'-KOHIIaX COOTBETCTBEHHO. Takum 00pa3om,
yacTh cBOMCcTB CLE nentuaoB yKIaIbIBaeTCs B UX
CUTHAJIBHYIO CTIEIU(UIECKYIO POIh B CHMOMO3eE,
OJTHAKO TIPSMBIE JT0KAa3aTeIbCTBA OTCYTCTBYIOT.
OnHUM U3 00BSICHEHU, KACAIOIIMXCS [IOTEPH UyB-
CTBHUTEJILHOCTHU K HUTPATaM, MOXKET ObITh TUIIOTE32a
0 TOM, YTO MYTAIIMX [0 CUTHAIBHBIM MOJICKYJIaM
HapYIIAIOT X CBA3b C PEIIENITOPOM, YTO U CHUMAET
naTHOHpyTonwil 3gdext (Okamoto et al., 2009) .

Jannas pabora SIMOHCKMX aBTOPOB 3HAYU-
TEIbHO pacIIMpUiia Halle MOHUMAHUE Pa3BUTHUS
APK, ogHako 0oCTaBaqoCh HESICHBIM, KaK CBs3a-
HbI K1yOeHbkoBbIe (akTopsl Tuna CLAVATA ¢
(YHKIIHOHUPOBAHUEM PETYISIPHBIX MEPUCTEM
OpraHm3ma.

Panee 6b110 m3BecTHO, uTo CLV3, CLV1/CLV2
CUTHAJIBHBIN MyTh CIY>KUT ISl HETATUBHOTO KOH-
TPOJIA aKTUBHOCTU reHa WUS, u TakuMm oOpazom
OJ/ICP>KUBACTCS pa3Mep KICTOUHOW MOIYJISIIHH B
BEpXYILIEYHOU MepucTeMe pacTeHus. B kopHeBoi
CHCTEME B TOKOSIIEMCS TIeHTpe (PyHKITMOHUPYET
cBsi3aHHbIN ¢ reHoM WUS romeoboke 5 (WOX5).
[Ton ero KOHTpOJIEM KIIETKH, HaXOAAIIHECs B ITOKO-
SIIEMCS IICHTPE, TI0 MePE HEOOXOMMOCTH BBIXOJIST
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U3 JaHHOTO COCTOSIHUSI B MUTOTHYECKHI ITUKII, YTO
MO3BOJISIET TTOJICPKUBATD OaJIaHC MEXKITY JETISIIIH-
MHUCS U TUPPEePEHIUPYIOUTUMUCS TOMYIISLIUSIMH.
T'ensr WUS u WOX sBasitoTcss QyHKIIMOHAIBHO
UICHTHYHBIMH, U UX peryisiws onmocpenoBana CLE
nentugamMu. OTCIO[a CIEIOBAI0, YTO MEXaHU3M
APK Taxxe MOXKeT 00eCIeunBaTHCS IO CXOTHOMY
nytd. Ham ynanoch nmpoaHanm3upoBaTh, KaKUM
obpazom APK u cunte3 CLE nentumoB ckasbiBa-
IOTCSl HAa AKTUBHOCTU I'€HOB, KOHTPOJIHMPYIOLINX
passutue mepucteM (Osipova et al., 2012). B pa-
60Te OBITH UCTIONIF30BaHbI HEANJIEIbHBIE MyTAHTHI
ropoxa o KiyoeHbkooOpazoBanuto, Pssym28,
Pssym29,n Psnod3, n poBeNieHO UX CPaBHEHUE C
JaHHBIMH, [TOJTYYECHHBIMH IIPH U3YUECHUH MOJICIIb-
HorO 00bekTa Medicago truncatula (puc. 8).
Panee Obu10 0OHApYX)EeHO, uTo WOX5 sBisieTcst
OJTHUM W3 T'€HOB, aKTUBHOCTh KOTOPOTO MHIYIIH-
pyeTcst B mpoliecce KIryOeHbKOOOpa3oBaHHUsI, €ro
CTPYKTYpa a Takke MpoQuIIb aKTUBHOCTH CXOIHBI
pu KIIyOeHbKOOOPa30BaHUU Y Pa3IHYHBIX 00BEK-
TOB (puc. 9). AKTUBHOCTH 3Kcripeccun WOX5
3aBHCeIIA OT PK30ICHHOT0 ayKcuHa. Jlokanuzanus
AKTHBHOCTH JIAHHOTO I'€Ha B TpeJ/ieax KOpHEBOU
30HBI [T0Ka3ajia, 4YTO OHA COCPEIOTOUYCHA B ITPEc-
Jlax MOKOSALIETOCs LIEHTPA, a TAKXKe NPUypoUeHa K
MecTaM pa3BUTHS OOKOBBIX KopHei (puc. 10). Ha
3—4-ii neHb MOCIe UHOKYIIALNU B KOPHSIX JIFOLEPHBI
aktuBHOCTh WOXS5 ObLTa BUIMMA B pailoHe Jems-

[opox noceBHoOM
Pisum sativum L.

copt Frisson — gukuin Tun
P88 (sym 29) cynep k/6
P64 (sym 28) runep k/6

copT Rondo — guknii Tun
P79 (nod 3) cynep /6

copT SGE — gukuin Tvn
SGENod™-8 (sym 38)
SGEFix™-2 (sym 33)
SGENod™-3 (sym 35)

HIUXCS KJIETOK MEPUITUKIIA, YHI0JEPMBI U KOpTeKca
HaIpOTUB KCUJIEMHOW IOPBI, UTO COOTBETCTBYET
00pa30BaHUIO KJIyOCHBKOBBIX IPUMOPAMEB. 3aTeM
aKTMBHOCTb CMeEIIajIach Ha nepudepuio KiryOeHb-
koB. B o0miem, 3Tu naHHBIE CBUIETENbCTBOBAIN
0 BO3MOXHOH cBsi3m WOXS ¢ mporeccoMm Kiry-
OenbpkooOpazoBanus. [Ipoduis ero skcrnpeccun
TaK)k€ COOTBETCTBOBAJI MPOLIECCY PAa3BUTHUS KIIy-
O0eHbkoB (puc. 11), a y pacTeHuii, HECIIOCOOHBIX
00pa30BHIBaTh KIYOCHbKH, akTHBHOCTH WOX5 He
Habmonaercs. Y M. truncatula (mytanwst sunn-4)
U y ropoxa, MyTaHTHOTO 1o reHam Sym29 u
Sym28, npoduiiu 3KCIPECCUH YETKO TTOKa3aIu e
yBEJIMUCHHE Y MyTaHTOB, YTO CBHIETEIHLCTBOBAJIO
o cBsizu APK moGeroBoro komruiekca u (hyHKITH-
OHUPOBaHUs KOpHEBOro rea WOX35. Paznuuus B
9KCIIPECCUN HOCHJIM TaKXKe TKaHecHeun(UIHbIH
xapakrep, 3kcnpeccus reHoB y APK myranToB
ObLa BEIpayKeHa 110 BCel MepUCTeMaTHYeCKON TKa-
HU, TOT/Ia KaK y JUKOTO THIIA OHA HOCHJIA TOPa3ao
OoJiee OrpaHUYCHHBIN XapaxkTep.

Ecmm myrarun mo APK cBsizanb! ¢ nedpexramu
nokunara (cTeikoBkH) CLV m CLE menTtumos, To
M3MEHEHHE KOHIICHTPAIMHU MOCIEIHUX TOJIKHO
BIUATH Ha pa3BUTHE KIYOCHBKOB (MTOJABISTH)
U HE OKa3blBaTh JCHCTBHS Ha CyNepKIyOCHHKO-
oOpaszoBanue. [y mpoBepku 3TOTO 4-IHEBHBIC
MPOPOCTKU ObUIM TPaHC(HOPMUPOBAHBI LITAM-
Mamu Agrobacterium rhizogenes, HeCyllUMH B

IliouepHa gunnongHas
Medicago truncatula Gaertn.

akoTun A17 — anknii Tmun
sunn-3 cynep k/6

Puc. 8. O0beKThI U3yUeHHsI CHCTEMHOCTH KIyOeHBKOOOPa30BaHHsL.

Myrtantsl ropoxa sym28, 29, nod3 nMeIoT HapyIIeHHs] B CHCTEMHOM KOHTPOJIE, OTHAKO Pa3iIMYaIOTCs 110 CTETICHU POSIBICHUS
TpHU3HaKa (Cymnep- U TUIepKIyOeHbKOOOpa30BaHNe) H MECTY IPOSBICHUS MyTaIlK (KOPHH WITH TOOETH).
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Cuctema CLAVATA
CLV-LK CLV1MAM

CLE-? &= CLV3

VMICTaHLIMOHHas
perynsuus

Nod-dakTopbl

MNepepava
curHana

l @ AsToperynsauus

i
AkTUBaLS Kkny6eHbkoobpa3oBaHus WUS
3Kcnpeccun Mopaenenve
nponudepaumm knetok [ofasnenme
rexos npu Kry6eHbKo- nponudepaummn
o6pasoBaHum Kknetok 8 MAM

| :
®

Mepuctema

Passutne
knybeHbka

s e e |

Puc. 9. Perymsiuust nmponudepariiy KIeTOK MPH pa3BUTHA CHMONOTHYECKOTO KITyOeHbKa.

B nporrecce axenpeccun WOXS unaympyercs: KopaeBoit curaa (1), KOTopblii, TepeMenasch B OOETOBYIO YacTh, CBSI3bIBACTCS
¢ peuenTtopom tina CLAVATA1. B oTBeT nponcxoanT BeIpaboTKa CHIHaA, MOABJISIONIEro KiIyoeHpkoo0pa3oBanue (2).

Puc. 10. Jlokanuzanus sxcnpeccun rena WOXS5 (pMtWOXS::GUS) Ha pa3nuvHbIX Tanax pa3BUTHsI KIyOESHbKA.

Dkcnpecenss WOXS5 (cunsist okpacka) IpH KiIyOeHbKOOOPa30BaHUHU COBIAJIACT C 3aKJIAJAKOIl MUTOTHYECKUX TKaHEH M ClieyeT
3a pa3BUTHEM MEPHCTEM aHAJIOTHYHO C IPOIeccaMi, IPOUCXOASIINMH IIPH 00pa30BaHUU BTOPHYHBIX KOPHEH.

Ka4yeCcTBE KOHTPOJIS CIACHYIONHEe KOHCTPYKIIMU:  JUKOTO TUIIA, & Y MyTaHTOB TAKOIrO ACHCTBUS HE
358:MtCLE13 v 35S:GUS. Yeenuuenue unciia  Hadmonanocs (puc. 12, 13).

u skcnpeccun TeHoB MtCLE]3 BBI3BAJIO pe3koe Takum 00pa3om, HaM YJIAJIOCh TOKa3ark, 4TO
MojIaBlieHHE KIyOeHbKOOOpa3oBaHus y pactenuii  3kcmpeccust WOXS5 B KiyOeHbKaxX MOJAaBIISAETCS
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CLV xomruiekcoM, KOTopslid koHTpoaupyeT APK.
[ToaToMy KOHCEpBaTHBHasI pEryIATOPHAS CHCTEMA
WUS/WOX-CLV 3azeiicTBoBaHa B KOHTPOJIE HE
TOJIbKO PETYJSIPHBIX, HO M KIYOCHBKOBBIX, BTO-
puaHBIX MepucteM. Ha mpumepe APK Mb1 BHIIM,
YTO JUIsl 00pa30BaHMsI SKOJIOTUUECKU OOJTHTaTHBIX
MPHU3HAKOB, B YACTHOCTH TPU CUMOHMOTHUYECKOU

a §)

15 HH1 nocne uHokynsuum/
npopactaHms

5 7 9 N

} < KoHTponu 6e3
NHOKynAunn

PsWOX5

Ubiquitin 5 S = b= &
T — — — —

1,6
1.4
1,2
1,0
0,8
0,6
0,4
0,2

OTHOCUT. eq.
T T T T T T 1

a30T(UKCAIUU, UCTIOIB3YIOTCS YXKE CYIIEeCTBY-
IOIAE MYTH, PETYIUPYIONUE JICICHHE KIIETOK.
[Tyrem mombopa cneruduueckux s cMMOno03a
KOMITOHEHTOB CUTHAJILHOTO Iy TH BIPA0ATHIBACTCS
MEXaHH3M Pa3BUTHUS JOMOJHUTEIbHBIX (DYHKIIHIA B
3aBUCUMOCTH OT TPEOOBAHHI OKPYXKAIOIIEH cpe-
Jbl. BakHO OTMETHUTB, YTO TIPOGUIIb IKCIIPECCUH

wt sym38 sym35 _
sym35, sym38 — Nod™ MmyTaHTbI
(He dhopmupyeTcs

PsWoOx5 .
MepucTema knybeHbka)

Ubiquitin & 45 o

1 1
10 15
[lH1 nocre MHOKYNsSUMK

(&)

20

25

Puc. 11. Ananus skcnpeccun reHa WOXS5 nipu pa3BUTHH KITyOCHBKA.

a — akcnpeccust PsWOXS5 y ropoxa nukoro tuna (Frisson); 6 — skcnipeccust PsWOXS5 y myTtanToB sym35, sym38 Ha 7 1.1.1.;
B — KOJINYECTBEHHBIN aHanmu3 skcnpeccun PsWOXS y ropoxa mukoro tuna (Frisson) meronom OT-IILIP B peanisHOM BpeMeHH.
Dkenpeccns reHa WOXS e HabmogaeTcsi B OTCYTCTBHE MHOKYISILIMH, TakK e, Kak U y MytantoB Nod . [Ipoduib ero akTus-
HOCTH COBIIQJIA€T C HHTEHCHBHOCTBIO KIIyOSHBKOOOPa30BaHHsI.

. GUS-OE CLE-OE

2 60 I

>

=

(o]

8 50

©

I

g iy

2 . 7

g & e

3 :

£ 30 15 ¢y N

x = . .

: Y W ©

L , AR

8 -~

= . I

Ul W AN

} 2 P
1 L T - !
0 o CpeaHee Mopasnexve

GUS-OE CLE-OE GUS-OE CLE-OE T Cpennee + 0,95 fos. nHTepsan Kkrny6eHbkoobpa3oBaHmnst

Frisson Rondo

CLE-OE - cBepxakcnpeccusi reHa MtCLE13

GUS-OE - cBepxakcnpeccusi reHa 6eta-rmnokypoHuaassl (GUS) (koHTponb)

Puc. 12. Biusaue cBepxakcnpeccun reHa MtCLE3 Ha KOTUYECTBO 0Opa3yIONINXCs KIIyOCHBKOB y TOpoXa

JHUKOI'O THIIA.

CBepxdKCIpecchsl CUTHAIBHBIX MENTHI0B MOJABISIET KIyOeHbKOOOpa30BaHNe B CIydae HANIMYMsA aKTHBHOTO PEIENTOpa

(tunma CLA1).
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/ CLV1-LK =PsSYM29 \

sym29

WOX5

|

Passutne

K knybeHbka

/

KopHW TpaHCreHHbIX pacTeHnn
co ceepxakcnpeccuen MtCLE13 (CLE-OE)

|

HeT nopaeneHuns
kny6eHbkoobpazoBaHUsi

Puc. 13. Brusaue ceepxakcnpeccnn reaa MtCLE 13 Ha KOTHYECTBO 00pa3yONXCsl KITyOSHBKOB ¥ TOPOXa, My-

TAHTHOTO I10 TeHY pelenTopa.

CBepxdKcIpeccus He BIUAET Ha CyNepKiIyOeHpko00pa3oBaHue, BUAUMO, BeaeacTeue Hapymenus ceasu CLA1-CLE.

WOX5 B Xo1e cuMOnoTeHe3a CX0IeH ¢ mpopuiIeM
9KCIPECCHUU TEHOB, BOBJICUCHHBIX B [IMTOKUHHUHO-
BbIil CUTHAJIJTMHT, DTO 3aCTaBJISCT MPEANOIOKHUTh,
4TO JJAHHBIN I'€H MOXKET ObITh BOBJICUCH B JIOKAJIb-
HYIO PEryJIsIuio KiIyOeHbKOOOpa30BaHUS MTyTeM
BIUSHUSI Ha ITUTOKUHWHOBBIN CHTHAJUTMHT, KaK
3TO MMEET MECTO NP 00pa30BaHUU PETYISPHBIX
MEpHUCTEeM, HalpuMep, v apadunorncuca. Ecim Obt
TaKOE CXOJICTBO CYIIECTBOBAJO, TO YBEIMYCHUE
aktuBHOCTH WOX5 OMmKHO OBUIO ObI PUBOJUTH
K YBEIUYEHHIO KIIyOCHHKOOOpPA30BaHMUS, YETO
He OBUTIO OTMEYEHO, cliefoBarelbHo posb WOXS
MOYKET U He OBITh CBA3aHHOW C IUTOKUHHHOBBIM
CUTHAJUIMHTOM.

Kak yxe 6pu10 0T™MeueHo, WOX5 MOXKET KOHT-
pOJIMPOBATh KJIETKH TMOKOSIIETOCS ICHTPa, TeM
CaMBbIM PETYIIUPYsI KX BBIXO] B JienieHue. M3yueHue
CHCTEMBI PETYJISINU KIyOeHbKOOOpa30BaHUs,
OCHOBaHHOM Ha reHax tuma WOXS5, mo3BonseT
MPHOJIM3UTHCS K MOHUMAHUIO MEXaHHU3MOB 00pa-
30BaHUs KyOCHBKOBBIX CTPYKTYpP U3 KOPHEBBIX.
Hanpumep, Hanbosiee mpoCThIM MPEAOI0KESHUEM
OBLITO OBI TO, UTO B XOJIE PA3BUTHS KITyOCHBKOB ITPO-
WCXOWT CIIUSHUE IByX KOPHEBBIX MEPUCTEM, UTO
W JlaeT Hadajo KIyOeHBKY. DTO TPEAITOIOKEHHE
onuT0 BBICKa3aHO M. Parniske. Hamu msydarorcst
MYTalli1, KOTOPBIC CBSI3bIBAIOT MEXTy COOOH 1Ba
3TUX mporecca. MyranTel ropoxa 1o reny Coch
(Cochleata) xapakTepu3yIOTCsl YHUKAJIbHBIM (e-
HOTUTIOM — (DOPMHPOBAHHEM KOPHS HAa KOHYHKE
paszBuBatomierocst kiryoenska (puc. 14). /lanabrit
reH ObLI KIIOHHPOBaH HaMU B COTPYIHHUYECTBE C

3apyOeKHBIMH KoJuleramu u3 MIHCTUTyTa n3ydeHus
pacrenuii (ISV-CNRS, Gif-sur-Yvette, France) c
HCIOJNBb30BaHUEM MyTaHTa noot Medicago trun-
catula o romonornyHoMy reny. M3ydenune rena
Cochleata mokasaio, 4TO OH KOIUPYET OEIKOBBII
PETyIsTOp «MACHTUPUKAUNY BTOPHUYHOU KITy-
OCHBKOBOH MEPHUCTEMBI, M €r0 «BBIKIIOUCHHE)»
BCJIEZICTBUE MYTallU BEIET K MEPEOIpeaesIeHUIO
cTaryca MEpUCTEMaTH4eCKON TKaHU C «KJIyOeHb-
KOBOTO» THIIa Ha «KOpHEBOW». Takmm oOpazoM,
ponbs Cochleata cBOTUTCS K MTOAAEPIKAHUIO MEPHU-
CTeMbl KIIyOeHbKa B KAY€CTBEHHO MHOM COCTOSTHUN
M0 CPaBHEHHIO C TAaKOBBIM Ha KOHUMKE KOpHS, a
OTCYTCTBHE €I0 3KCIPECCHH MPUBOIUT K «BO3BPa-
LICHUIO» MEPUCTEMBI K «0a30BOMY», KOPHEBOMY
cocTosiHuto. UHTepecHo, 4To y MyTaHTOB M. trun-
catula 0 TOMOJIOTUYHOMY T€HY 100t B 30HE Me-
pUCTEeMbI KITyOeHbKa HAOMIONAIOTCS HApyIICHHUS
MPOIIECCOB OOPATHOM CBSI3H: B OTIIMYHME OT HOPMBI
(mukoro Tuma), B KIyOEHbKAaX 100! TOBBINICHA
skcrpeccus reHa WOX35 v nogaBieHa S5KCIIpeccust
kimyoenek-crieruduaHoro reHa CLE. CriemoBareinb-
HO, B OCHOBE MMOJIJIep KaHMsI CTaTyca KITyOeHbKOBOM
MEPHUCTEMBI JIC)KUT Ta Ke KOHCEPBATUBHAS PETYJIs-
topaas cuctema WUS/WOX-CLYV, nipu 3T0M 0TI~
Y1e OT KOPHEBOHM MeprCTeMBI 00ecTiednBaeT OeTKo-
BbIi perynsitop COCHLEATA, konTponupyroiuit
paboTy TaHHOW CHCTEMBI B KIIyOCHBKaX IMPHU yda-
ctun KkiyoeHek-crenupuaasix CLE mentumos.
[posinenue myrantHoro ¢penoruna Cochleata
HE OrpaHUuCHO KOPHEBOW CUCTEMOM 1 3aTparuBaeT
TaKOKe HaA3EMHYIO YaCTh PACTEHUS — IPUIMCTHUKH
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WT11304

Puc. 14. BapuanTsl nposiBIeHUs MyTaHTHOTO (eHOoTHIA cochleata.

MyTanuus onpezensierT HeCrocoOHOCTb pa3rpaHMYEHUS KITyOSHBKOBOH 1 KOpHEBOH MeprcTeM. OHa TaKKe IIIEHOTPOITHO BIUSET
Ha psiJ APYTHX NPU3HAKOB PACTEHUS, CBA3AHHBIX C (DYHKIIMOHUPOBAHUEM MEPUCTEM.

1 1BeTKu. Takoe miaeHoTponHoe aelcTBUe MyTa-
UM B CHMOMOTHYECKOM I'eHE TTO3BOJISIET CYUTATD,
yt0 reH Cochleata ObUT PEKPYyTUPOBAH B CUCTEMY
KOHTPOJISI BTOPUYHONW MEPUCTEMBI KITyOCHbKa U3
OoJsiee paHHEH CHUCTEMBbI KOHTPOJS MOOETrOBBIX U
kopHeBbIX MepucteM Tuna CLAVATA.

I'eHeTrdeckuit aHanmm3 mMokasal, u4To y apadwu-
JIOTICHCA B PElEINIMU CUTHANIA, PEryIUpYOIIEero
(GYHKIIMOHUPOBAHUE MEPUCTEMBI, IPUHUMAET
yuactue Tpetuii 6enok — CLAVATA2 (CLV2).
[lepBoHauaIbHO TaKKE MPEAIONAraioch, YTO B
xone kiryoenpkooopazoBaans CLV2 u CLV1 006-
pa3yroT reTepoauMepHBIi Komrureke. OOpa3oBaHue
reTepOIMMEPOB, KAKETCsI, BOOOIIIE XapaKTePHO JIJIst
CUTHAJIBHBIX ITyTEH, HAPUMEP, 3TO CIIPABEIIHBO
JUISL peLienTOpHOro Komiriekca nod-gaxropa. [lo-
9TOMY TPeOOBaJIOCH MPOBEPUTH, SIBISICTCS JIM TeH
CLV2 cnenupuueckuM (GaKTOpOM peryisipHBIX
MEpPHCTEM HITH OH TaK)Ke BOBIIEUEH M B CUMOMO-
TUYECKOE B3aUMOECICTBUE.

Posis CLV2 B mporecce ki1y0eHbK0OOpa3oBa-
HUS ObLTa McclenoBaHa TPYINON aBTOPOB U3 7
Pas3IMIHBIX 1JAOOpaTOpHii MUPa, UCIIOIH30BABIINX
MeTooI0THIo nccnenosanuii J. Stougaard (Krusell
etal., 2011).

Jns npentudukanmm CLV2 reHa y J0Tyca BOC-
TTOJTE30BAJIFICh TEHOMHOM OMOIHOTEKOM TpaHchop-
MAaIMOHHO KOMIIETEHTHBIX HCKYCCTBEHHBIX OaKTe-
pHaIbHBIX XpoMocoM (transformation competent
bacterial artificial chromosome -TAC), B koTopoit
ObLT 0OHApY KeH reH, HazBaHHbIH (LjClv2). [1ogo6-
HBIH TeH ObLT 0OHapyxeH u y ropoxa ((PsClv2).
O6a rena ObUTH CXOIHBI MEXKTy co00it Ha 85 %
W COZEpIKaIl OTKPHITYIO PaMKy CUHTBHIBAHUS CO
CTPYKTYPOH Oelka, COCTOSILET0 COOTBETCTBEHHO
u3 719 u 724 aMUHOKUCIIOT, C XapaKTepHOM JIs pe-
uentopoB LRR cTpyKTypoit SKCTpaleitoasIpHOro
nomMeHa. OHH TaKke ObUTH CXOHBI C Pa3THIHBIMH
OenkamMu apabujoncuca, KyKypy3sl U ApYTHX
pacTeHui, MPUHUMAOIIUX Y4acTHEe B KOHTPOJIE
Pa3BUTHSI OPTAHOB U TKAaHEH, a TaKKe B KOHTPOJIE
YCTOWYHMBOCTH K (puTonaroreHam. DKCTpaLeIIIIo-
nsipHast yactb reHoB LjCLV2, PsCLV2 u MtCLV2
Oputa cxonHa Ha 79 —74 %, 0JIHAKO CXOZICTBO C Op-
TOJIOTUYHBIM T€HOM apaduIoTcrca ObUIO ropasio
MeHbIIUM: 37-33 %. DTo MOKa3bIBAET, YTO JJIs
CO3/IaHUSI HOBBIX aJanTaluii UCTIONb3YIOTCS YKe
HUMEIOIUECS TeHETUIECKHE CTPYKTYPBI, KOTOPBIE,
MOIU(UITUPYSICh, CTAHOBATCS Bce Ooliee CIeiu-
(huIecKUMU TSI HOBBIX 00pa3oBaHUi, OITHAKO
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COXPaHSIOT HEKOTOPbIE HCXOAHBIE (PYHKIIMU. JTO
B [IOJTHOM Mepe MPOSIBISIETCS IPU U3YYEeHUH (PEeHO-
TUna Mmytauuu sym28 y ropoxa. JlaHHbIH MyTaHT
MIPOSIBIISICT THIIEPHOTYTHPYIONTNH PeHOTHIT ¢ 2—3-
KPaTHBIM IOBBILICHUEM KOJINYECTBA KIIyOCHBKOB,
KOTOPBIA TOAYUHSIETCSI CTEOICBOMY KOHTPOIIIO.
Oxkazanock, 4TO psiJ MYTAaHTOB C YBEIMYCHHBIM
KOJJMYECTBOM KIIYOCHBKOB OTHOCSTCSI HUMEHHO K
n3meneHusiM rena CIv2. Tlpu sTom addext Bipa-
JKeH ciadee 1 11esrecooopa3Ho ObLI0 OB IMEHOBATh
JAHHOE SIBJICHUE FMIIEPHOLYIISILUEN B OTIMYUE OT
CYNIEPHOYJISIINH.

CootserctBue myranuu sym28 reny PsCLV?2
yOequTeNbHO J0Ka3aHO: ObUTH MOTY4YeHbI My TalluH
B JJAHHOM T'€HE, KOTOPBIE B OTHOM Clly4ae IIPUBEIN
K MOSIBJICHUIO COOTBETCTBYIOMIEro eHoruna. bo-
Jiee TOTO, B pe3yibrare co3manus Bekropa LjClv2
RNAi ynamoch 00ecrieunTh CalIeHCHUHT JaHHOTO
TeHa, YTO MPHBEJIO K PA3BUTHIO THIICPHOMYIISIIAH C
JBYKPATHBIM ITOBBIILICHUEM KOJTUYECTBA KIyOeHb-
KOB, a TaKKE€ YMEHBIICHUIO TPAHCKPHUIILIMOHHON
aktuBHOCTH 10 20—-30 % ot quxoro tumna. Hukakmx
M3MEHEHUH B pa3BUTUHU BEPXHEN YaCTU paCTEHUS y
TaKux (OpPM BBISIBIICHO He ObLI0. ITO YANBUTEIIBHO,
MIOCKOJIBKY B OTIIMYHE OT paHee OIMMCaHHOTO MyTaH-
Ta cynepkinyoeHpkoo0pasoBanus sym29,y sym28
XOPOILLIO BUIHBI M3MEHEHHUS B Ta0UTyCE PacTCHUS
(puc. 15): Bpems 3axiafiki ¥ pOPMUPOBAHHSI OpTa-
HOB, @ TAK)KE PACCTOSHUS MEXIY MEXIO0Y3IHIMU
W 3aKJIQJIKOH JINCTOB, B pe3yabrare 4ero Gopmu-

pyeTcs «OyKeT» U3 IIBETKOB U JIUCThEeB. boTaHUKH
HaAMIyT 30ech OONBIIOE KOMTMYECTBO OTKIOHEHHH
OT HOPMaJIbHOT'O pa3BUTHsI ropoxa. BepositHo, nan-
HbI BapuanT PsCLV2 wnu yTpauynBaeT 0ObIYHbIC
(YHKIIUH KOHTPOIISI PETYISIPHBIX MEPHCTEM, WIN
Ha000pOT MpUOOpeTaeT Bee OOMbIIYO crienuduy-
HOCTB I10 OTHOIICHUIO K IPOIIECCy KITyOeHbKOOOpa-
3oBanus. KomOunanwus c/v2-1 v harl-7 MmyTanmii B
OJTHOM I'€HOTHIIC HE TIPUBEIa K H3MEHEHUIO YnCIIa
KITYOCHBKOB, 3TO MOAYEPKUBACT, UTO «KITyOCHBKO-
BEIi» TeH CLV2 pabotaeT panbie, yem CLV1, T. e.
siBiisieTcst Oosiee oOmum peryiasitopoMm. 00 3ToM
)K€ TOBOPAT M JaHHBIC 10 €ro KCIIPECCHU — OHA
He3aBHCHMa OT MHAYKIH cuMOuorenesa. Bee atu
JIAHHBIC TMOMYCPKUBATIM HE3aBUCHUMOCTh PabOThI
KITyOCHBKOBBIX «KJiaBaty». Ha 3To0 e yka3biBana
JIOKAJTU3AIIUS 3THX OSITKOB B PACTHUTEIILHOM KIIETKE.
370 OBLIO CIIENAaHO C UCTIOIb30BAaHUEM OUMOJIEKY-
JISIpHOU (TFOOPECIICHTHOH KoMIuteMeHTaruu. CyTh
METOJla COCTOUT B TOM, YTO MOJEIBbHBIN OOBEKT,
tabak N. benthamiana), 6bu1 TpancHOPMHUPOBAH
KOHCTPYKIHMSIMH, B KOTOPBIX MOJHOPa3MepHbIC
kxJIHKoBbie xormm LjHarl w LjClv2 Ob11u CIATHI
¢ nYFP unu ¢YFP, KoTOpble I0-pa3HOMY CBETSTCS
Y TIO3BOJISIIOT OTCIIEANTD JIOKATH3ALUIO H3ydaeMbIX
0enKkoB B KieTKe. HUIBTpaLus TMCThEB pa3iny-
HBIMU KOMOMHAIMSIMU B3aUMOJICHCTBHSI OCTIKOB HE
BBISIBUJIA. DTO CIIEJIOBAJIO U3 TOTO, UTO aHATN3UPYe-
MBbI€ OEIIKH JIOKATU30BAJIMCh MO0 BMECTE C MapKe-
pamu SHIOTIIa3MaTHYecKoro petukymoma (CLV?2),

* Fasciated stem

Wild type

sym28

Puc. 15. Myranrtusiit penorun no reny sym28 (Krussell e al., 2002. P. 861-871).

a — TUNepKITyOeHbKO00pa3oBaHUE Y MyTaHTa (CJIeBa) 10 CPAaBHEHHUIO ¢ JUKUM THUIOM (copT Frisson); 6 — moOern MmyTaHTa ¢
(acuMMpoOBaHHBIM alMKaJIbHBIM CTEOJIEM W YKOPOYCHHBIM PACCTOSHHUEM LBETYLIMX MEXAOY31uid. MOXKHO BUACTh cTeOeIb
MyTaHTa B pa3pese; B — TO )K€ Y JUKOTO TUIIA; T — I[BETYIHMH alleKC IUKOTO TUIa (YBEJIMUYEHO); 1 — TO K€ Y MyTaHTa; € — CXeMa
Pa3BUTHS PACTEHUI AUKOTO TUMA (ciIeBa) U MyTaHTa. OTMEYEHO MEXKI0Y3JIUe, B KOTOPOM TOSBIISIETCS MIEPBBIi JIUCT Y AUKOTO
THIIA ¥ Y MyTaHTa, a TAKXKe MOSBICHUE JIBYX JUCTHEB B OTHOM MEXJOY3IMH U (acuualys y MyTaHTa.
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n100 ¢ MapKepamH IJIa3MaTHueCKOd MeMOpaHbI
(CLV1), HO HUKaK He BMecTe. DTO JOKa3bIBaeT TO,
YTO KIyOSHBKOBOE B3aUMOJICHCTBHE CTPOUTCS Ha
M3BECTHBIX MEXaHU3MAaX UM X COCTABIISIIOILNX, HO
OTHIOZIb ITOJIHOCTBIO K HUM He cBoxuTcs. 1loka He
CYIIECTBYET YOSIUTEIBHBIX CXEM, OOBSICHSIIOIIUX
BCE aCMEKThI B3aUMO/ICHCTBUS 2JIEMEHTOB MOJICKY-
nsiproro KoHTpoist APK u kimybenpkoo0pazoBanus,
TeM 0oJiee UTO TAKO KOHTPOJIb OCYIIECTBIICTCS Ha
Pa3IUYHBIX YPOBHSIX.

BaxxHbpIM BOIIPOCOM B Pa3BUTUM YyUEHHUS O
CUCTEMHOCTH KIIyOCHbKOOOpA30BaHHS SIBISCTCS
NOHMMaHUE POJIM TOPMOHOB B 3TOM IpOIlEcce
(D’Haeseleer, 2010), B yaCTHOCTU ayKCHHA, KO-
TOPBII MOXKET PAcCMaTPUBATHCSI KAK BO3MOXKHBIH
KaHAWJAT Ha BepxylleuHbld curnan. CreOneBas
YacTh SIBJISETCSI OCHOBHBIM MCTOYHUKOM JIaHHOTO
ropMoHa. AYKCHUH TPaHCHOPTUPYETCSl B KOPHU H
MOXKET SIBIISITHCSI BXKHBIM PETYJISITOPOM KITyOCHb-
K00OpazoBaHus. Ero KOHIIEHTpalys yBeIHYHBACT-
Cs1'y MyTaHTOB SUNN 10 CPABHEHMIO C TUKUM TUIIOM.
B pacrenusix qukoro tumna no Mepe pazsutus APK
KOHLIEHTPALXs ayKCHHA yMEHbILIACTCs, YEro He
HaOIIroaeTcsl y MyTaHTOB. BriosiHe BO3MOXKHO, YTO
KOHIICHTPAIHS JAHHOTO TOPMOHA MPSIMO CBSI3aHa C
KOJIMYECTBOM KJIyOeHbKOB. OJJHAKO YTO-TO OMpe-
JEeJICHHOE MOXKHO OYJIeT CKa3aTh MO 3TOMY ITOBOJLY
TOJIBKO B CBETE U3MEHEHUS YPOBHS U IPyTUX TOp-
MOHOB, 33JICHiCTBOBAaHHBIX B PETYJIILUIO KJIETOY-
HBIX JICTICHUH, HAllpUMep [UTOKWHUHA U JIp.

CHCTEeMHOCTh TPOSBISIETCSl KaK OOLIUI MpH-
3HAK Pa3BUTH CUMOMOTHYECKUX OTHOLICHHH C
Pa3HBIMU MUKpoOpranusMamu. Pasnoobpasue Oax-
Tepuii, ’KUBYLIMX Ha JUCTOBOM OBEPXHOCTH pac-
TEHUH, ObIJIO IPOAHAIU3UPOBAHO Y HOPMAJIbHBIX,
0eCcKITyOEHBKOBBIX U CYTIEPKITyOEHBKOOOPa3yIOIINX
MYTaHTOB COH B YCJIOBHSIX Je(HUIINTA U JOCTATOY-
HOTO KoJIM4yecTBa a30THBIX ynoOpenuit (lkeda et
al.,2011). CocraB nOMy/ISILUK TUCTOBBIX OAKTEpHI
cymectBeHHO MeHsiicst y Nod™ u Nod ™ pacrenuit
TIOJT BO3ICUCTBHEM a30THBIX YIIOOPEHHMI, TOTIa KaKk
y IUKOTO TUTa OH ObLT OoJiee cTaOmiIeH. YAanoch
nacke onpeaenuts ase OUT, koropbie ObUTH HANOO-
Jiee YyBCTBUTENILHBI K YPOBHIO a30Ta.

CuHCTEeMHOMY KOHTPOJIIO HMOAYMHSACTCS TaKxkKe
U MHUKopu3Has uHdexuusa. M3yuyenue B cucreme
PacLICIVIEHHOT0 KOPHsI MpoLecca MUKOPU3aLUU
Ha myrtanTe cou nts 1007 (Meixner Claudia et al.,
2005) mokasajio, 4To y JUKOTO THIIa HaOIIaeTCs
SBHBIM cynpeccopHbIi 3¢ pekT Ha oOpa3oBaHHe

OTCTPOYEHHBIX MUKOPU3HBIX CTPYKTYP, TOT/Ia KaK
y MyTaHTOB Takoi 3 ekt oTCyTCTBOBAI.

Takum obpazom, APK — 310 yHUBepcanbHBIN
MEXaHU3M KOHTPOJISI CHMOMOTHYECKUX OTHOLIEHUH
C MUKPOQITOpOii.

KOPHEBAS PET'YJIALUA
KJIYBEHBKOOBPA3OBAHUA

Kak nmokazanu njaHHble CIIOHTAaHHON M3MEHYH-
BOCTH, PETYISAIHSI KIyOeHRKOOOpa30BaHUSI OCY-
IIECTBIISAETCS Ha JIByX YPOBHSX: HA JUINTEIHHOM
paccrosinnu (APK) u Ha Oojee KOpOTKOM, IpH
KOTOPOM PETYJISLINS OCYILECTBISETCS HEMOCPEACT-
BEHHO B KOpHsX. [[puMepom Takux uccienoBaHui
MOXET CITY)KHTb PadOTa, BHITOTHEHHAS ATTOHCKUMH
aBTOpAMU Ha MyTaluu y Lotus japonicus, Ha3BaH-
HOM «CJIMIIIKOM MHOTIO JIF00BW» (foo much love).
JlaHHBIA MYTaHT XapaKTepU30BaJICsS TMIEPHOLY-
JALUeN, 0JHaKO MpHU HCCIIeI0OBaHUN PUBUBOK U
CUCTEMBI PaCIIEIUIEHHOTO KOPHS OBLIO IMOKa3aHo,
YTO KOHTPOJIb JAHHOT'O IIPU3HAKA OCYILIECTBISIETCS
B KOpHEBOH 30He. EctecTBenHo, uTo Hamboiee
WHTEPECHBIM SIBIISIETCSI OTBET Ha BOIIPOC, B KAKOM
CTENEeHHU JaHHBIH YPOBEHb PEryJsALUU CBsI3aH C
APK, saBisgeTcs a1 OH ero 4actblo. B xone oueHb
[IPOCTOr0 SKCIEPUMEHTA, B KOTOPOM MYTAHTHBIE U
HOpMaJIbHBIE pacTEeHHsI ObIIH 00padOTaHBI pasIy-
HBIMU KOHLEHTPALUUAMH KACMOHOBOU KHCIIOTHI,
OBUIO MOKa3aHO, YTO OHA YrHEeTaeT KIyOeHBbKO-
oOpa3oBanue y o0eux (HopM MPOMOPIHOHATHHO
WCTIOIb30BaHHOM KOHIIEHTPALMK. DTO HAOIIOCHHE
YKa3bIBaJIO Ha TO, YTO IaHHBII TOPMOH HE SBIISIET-
Csl CHTHAJBHBIM (PAKTOPOM BO B3aWMOJIEHCTBUU
KOPHH-TIO0ETH, KpOME TOTO, Y tml MyTaHTOB HE
HaOMroaeTcst MoBbIIeHHON dkcnpeccuu LjCLE-
RS1 cuctemsl. Takum 00pa3oM, CKOpee BCEro, Mbl
HMeeM JIEJI0 ¢ CUCTEMOM PEeryisIliuU, aCCOLUUPO-
BanHoi ¢ APK.

B Hamrem pacniopsbkerny Obu1a MyTarys nod3 'y
ropoxa, KOTopast XapakTepH30BaIach OBBIILICHHBIM
KITyOE€HBKOOOpa30BaHUEM, KOHTPOIb KOTOPOTO, KaK
W'y tml, OCyIIECTBIISIICS KOPHEBON 30HOM.

[Ipoepka BausiHuA cBepakcnpeccun MtCLE]
y Psnod3 He BBIsSIBUJIA TIOJIABIICHUS KIIyOEHBKO-
o0Opa3oBaHHs. DTO CBHJIETEIBCTBYET O TOM, YTO
KOPHEBOW KOHTPOJIb SIBIISIETCS YacThIO 0OmIeit
cucteMbl APK, T. €. peryisius oCyIecTBIseTCs Ha
JIBYX YPOBHSIX: Ha JJTUTEIEHOM PAaCCTOSHUU M HETO-
CPE/ICTBEHHO B MeCTe 00pa30BaHUsl KIIyOeHbKA.
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Takum 00pa3zoM, CHTHaJIBHBINA MYTh CHCTEMHON
PEaKLK AOCTATOYHO MTOAPOOHO OIMMCaH HA MOJEIIH
KITyOeHBKOOOPa30BaHUsI.

OUJTOCOPCKOE OCMBICJIEHUE
CUCTEMHOCTHU MPC

[loHATHS CHCTEMHOCTH BO BCEM HX Pa3HO00-
pa3uu OMUCHIBACT WM CTPEMUTCSl ONuUcarh (u-
noco¢usi, B 4aCTHOCTH (GHIOCO(Hs MHTETPAITUN
TIPHUCIIOCOOUTEHHBIX IIPOTIECCOB (CM., Harp.: Kap-
ruH, 2005). EctecTBeHHO, 4TO Hanboee moapoOHo
AQHAJIM3UPYIOTCS MPOILIECCHl B MHOTOKJIETOYHOM
>KUBOTHOM OpraHU3Me, OTHAKO, KAK HAM Ka>KeTCs,
Y PaCTEHUsI B COI03€ C MUKPOOPraHU3MaMH TIPe/l-
CTaBIIAIOT COOOM IIEHHBIA MaTepwa sl TOHUMa-
HUSl POJIM CHUCTEMHBIX TPOIECCOB B aIalTallHH.
CornacHo OmpeNeNIeHnuIo, CHCTeMa COCTOUT U3
Jlanee HeACTUMBIX 3JIEMEHTOB. B KauecTBe Taknx
anemeHToB B APK MOXXHO paccmaTpuBarh I'eHbl
pacTeHuil U OakTepHii, KOTOpbIE, HHTETPUPYSICh
B €IMHYI0 CHUCTEMY, CO3JIAIOT PACITUPEHHBIC BO3-
MOXKHOCTH ISl ajanTanuu. Takke B KauecTBe
3JIEMEHTOB MOTYT BBICTYIIaTh PELENTOPHI U CHT-
HaJbl, CIIOCOOHBIE OTBEYAaTh HA BBI3OBBI CPEIBI.
Bosmymienust cpesbl, BeIpaxkaromuecs B Ae(u-
[UTE a30Ta, HalPUMEP, KOMIIEHCUPYIOTCS 32 CUET
MIPUBIIEYCHHS a30THUKCUPYIOMUX OaKTepuil K
cHaOKeHUIo pacTeHni azoroM. CuCTeMa OTHOCH-
TeIbHO 000CO0JIeHA IO OTHOIICHHUIO K Cpe/ie, OHa
MPOTUBOCTONUT U3MEHEHHSIM OKPY>KaIOIIEero MUpa.
Jlerko Bunets, yto umenno MPC BrinonHsgeT naH-
HYIO (QYHKITHIO.

BaxHpIM 11711 TIOHUMaHUSI BOIIPOCA SIBIISIETCS
nepapxXuyHOCTh cucTeM. OHa MPOCIeKUBACTCA
Ha TpUMepe JAIBHETO U ONIMIKHEr0 CUTHAJUTHHTA.
Mertononorusa ananusa MPC BHOCUT HEUTO HOBOE
B [IOHUMAaHHE BHICIIETO YPOBHS CHCTEMHOCTH. DTOT
YPOBEHb TOJIKYETCSI [10-Pa3HOMY, B YACTHOCTH aKa-
nemuk FO.B. Harouns cuuTaert, 4To Takoil ypoBEHb
MIPEACTABISET U3 Ce0sl OPraHu3M, a He MOS0
(. mo: Kaprmn, 2005). Mexay 3TUMHU TOHATUS-
Mu MPC 3aHuMaeT HEKOTOPYIO MPOMEKYTOUHYIO
no3unuto. GopmMHupysCh HA OCHOBE TEHOMOB ITPO- U
9YKapUOT, MUKPOOHAs PaCTHTEIIbHAsI CHCTEMa BbI-
CTymHaeT Kak Ooliee BHICOKAs CTEMEHb T0 OTHOIIIE-
HUIO K OPTaHHU3MY, HO 3aBHCHT B CBOIO OY€pEIb OT
MOIYJIAMOHHBIX ITPOIIECCOB, MTPOTEKAIOIINX CPEIH
nouBeHHON MUKpoduopsl. [ToHnMaHue Takoi oco-
oennoctu MPC noimkHO criocoOcTBOBaThL HanOOJIEE

3((HEKTUBHOMY HCIOJIB30BAHUIO MPECUMYIIECTB
JTAHHOTO YPOBHSI ajarnTarui.

Eme onna ocodbennocts MPC 3akirouaercs B
COYETAaHWH OTPHUIATEIHHBIX M TIOJIOKUTEIBHBIX
cBs3eit. C omHO# CTOPOHBI, HA TIpUMeEpe POPMHUPO-
BaHUsI CUMOMOTHYECKOTO ariiapara Mbl BUMM, YTO
perynsiiusi 00ecreunBaeTCsi B OCHOBHOM 3a CUET
OTPHIIATEIIBHBIX CBSI3€H, CXOHBIX C TATOTEHE30M,
HO C JIPYrO#l CTOPOHBI, MOCJE €€ BOZHUKHOBEHHS
MTOJIOKUTENFHBIE CBSI3W HAUYMHAIOT TpeobianaTh,
0co0eHHO B cepe MHTETpalnu METa0OIUTHYIe-
CKHUX TporieccoB (Oosee nmoapooHo cM. [IpoBopos,
Bopo0Osbes, 2012).

MBI paccMOTpenH, €CTECTBEHHO, HE BCE ac-
MEKThI CHCTEMHOCTH, HO JIa)Ke Ha ITHX MpUMepax
BUIHO, uTO MPC He TONBKO BITUCHIBAETCS B OOIILYTO
TEOPHIO CUCTEMHOCTH 1 €€ PETYIISINHN, HO U BHOCUT
HOBBIC MOMEHTBI, PACILIUPSIONIUE HALIH IPE/ICTaB-
JICHUSI 00 ajanTalusX )KUBbIX OPraHU3MOB.
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