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PEHLMPOBKU OTAEJSETCS OT ITOBEPXHOCTU KOPHEBOTO arekca B popMe OIMHOYHBIX KJIETOK, HEOOIbIINX
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poinb [IK u dopmupylomeiics u3 ux 3K30MeTab0JUTOB KOPHEBOW SKCTPAKIIETOYHOU JIOBYIITKM B TIPO-
1ieccax afianTaiy KOPHEBOM CUCTEMbI K Pa3IMYHbIM aOMOTUYECKMUM (haKTOpaM U peakiusiX KOpHEBOM
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BBEJEHHME

IMorpanmunsie xiretku (I1K) — crrenmpmyeckas,
MeTa00IMYeCK aKTHMBHAs KIJIETOUYHAs MOIYJISIINS,
KOTOpasi MPOUCXOOUT U3 MapeHXUMATbHBIX KJIETOK
KOPHEBOTO 4YeXJIMKa W B Tiponecce muddepeHm-
POBKM OTCJIAaMBaeTCsS OT MOBEPXHOCTH KOPHEBOIO
yexnmka [1]. L. Knudson [2] ormeuan, 4yTto mocie
OTIEICHUS OT IIOBEPXHOCTH KOPHEBOTI'O YeX/IMKa 3TU
KJIETKM B T€YEHME MHOIMX THE COXPaHSIOT CBOIO
KM3HECITIOCOOHOCTh. OmHAKO B KJIACCUMYECKOM 00-
TaHUKE HOJITO€ BpeMsI OOMMHMPOBAJIO IIPENCTaB-
neHue o IIK kak o MepTBBIX “OTClanMBaIOLIUXCS
KJIeTKax”, CBSI3aHHBIX C IpolleccaMy OOHOBICHUS
KopHeBoro uyexyimka [3]. UccaemoBanusg M.C. Hawes
n S.G. Pueppke [4] monTBepomiIm CripaBeIJIMBOCTD
npennonoxennii L. Knudson. AHanm3 “otciaanBaro-
IIUXCS KJIETOK KOPHEBOTo 4exyimka” 27 BUIOOB pac-
TeHuil u3 10 ceMeiicTB, BKIIIOYas 3J1aKOBBIE, IT0Ka3aJl,
YTO MOCJIE OTOEIACHMS OT IMOBEPXHOCTH KOPHEBOTO
arekca 3TH KJIETKM COXPaHSIOT BBICOKHUII YpPOBEHb
xkusHecrocodHoctr (90—100%) B TeyeHME TTPOIOI-
JKUTEJIbHOTO BPEMEHU JaXe B AUCTWIIMPOBAHHOI
Bome. Ha cuHTeTnueckux cpenax BbiaeaeHHbIe TTK
CIIOCOOHBI MposineprupoBaTh 1 HOPMUPOBATH Kajl-
nyc [4]. CoBpeMeHHOE Ha3BaHUE “OTCIIaNBAOIITXCST

Cokpamenusi: [1K — morpanuunsie kinetk; [IMD — neKTUHMETHID-
crepasa; 9kcIHK — akcrpaknerounas JHK; GalA — a-1,4-cBs3aH-
Has D-ranakrypoHoBas kucinora; NET — HeilTpoduiabHas BHeKIIe-
TouHas JoByiika; RET — KopHeBasi 9KCTpaKjIeTouHasl JJOBYIIKa.

KJIETOK KOPHEBOTO YeXJIMKa” — TIOrpaHUYHBIE KJIeT-
ku (root border cells) — cBsI3aHO C y4acTHEM 3TOM
KJIETOYHOM MOIY/ISILUK B (POPMUPOBAHUH I'PAHUIIBI
MEXIy KopHeM 1 puzocdepoii [3].

MOP®OJOI'MYECKHME OCOBEHHOCTH
ITOI'PAHNYHBIX KJIETOK

Mopdosorusa OTOSIUBIIMXCSI OT IIOBEPXHO-
ctu KopHeBoro amnekca I1K 3HauuTenbHO Bapbupy-
et y pa3Hbix BugoB. I1K ropoxa moceBHoro (Pisum
sativum) NMeIoT AyrooopasHyoo ¢gopmy. Uckpusie-
HHUE KJIETOK CBS3aHO C YMEHBIIEHUEM TOJIIMHBI
0a3abHOM KJIETOUHOI CTEHKU B IPOLIECCe €€ PeMOo-
IeTUPOBaHMS IPU OTASICHNN OT IIOBEPXHOCTU KOP-
HeBoro anekca [5]. Hnsa Arabidopsis thaliana xapak-
tepHbI [1K okpyrimoit n ymimHeHHOT OPMEI, Y IbHA
OOBIKHOBEHHOTO (Linum usitatissimum) BCTpeYarOT-
Cs OKpyIJIbIe, YIJIUHEHHBIC U HUTEBUIHBIE MOP(dO-
munsl [1K [6]. diag pasnmuanbix Mopdotumos MK
OTMeYaeTcs oIpene/ieHHAs TIOKAIU3aLIs: OKPYIJIbIC
(chepuueckue) KIETKN JIOKAIW3YIOTCS Ha BEpIIM-
He KOPHEBOTO aIeKca, Ha OOKOBBIX ITOBEPXHOCTSIX
KOPHEBOTO areKca — YMIMHEHHbIE U HUTEBUIHBIC
KieTku (creneHb snoHTaumu I1K yBemmumBaeTcs
10 Mepe yHaJeHHsI OT BepIIMHBI arekca). Jlokanu-
3auus pa3nnuHbix MopdoTturos I1K He uameHsieTcst
B yCJIOBUSIX cTpecca [7].

CootHomrenne MopdotumnoB 1K moxer u3-
MEHSITbCS B YCIOBUSIX cTpecca. Tak, B KOHTPOJIb-
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HOM BapuaHTe B nonyasiuuu 1K yepHoro Tomnoss
(Populus nigra) cooTHoOIIEHHE TpeX MOPHOTHUIIOB
(ccheprueckme KIETKU : KJIETKU ITPOMEXKYTOYHOM
Mop(doJIoTUN : YIJIWHEHHBIE KJIETKH) COCTaBIISITIO
(B %) 5.6 : 47.5 : 46.9 cooTBeTcTBeHHO. B ycioBu-
SIX OCMOTHYECKOTO CTpecca COOTHOIIeHne Mopdo-
THIIOB M3MEHSIOCh B 3aBUCUMOCTU OT BEJIUYMHBI
cTpeccoBoro BosaelicTBus. (st MomenmupoBaHUS
OCMOTHYECKOTO CTpecca B Cpeny KyJIbTUBUPOBAHUS
BHOCWJIA BOOOPACTBOPUMBIA HEHMOHHBIA MHOJIUMEP
nonmaTuIeHIUKoNIb (I13T7) ¢ MonekynsapHoit Mac-
coit 50 m 25 xJIa). B yclIoBUSIX CHIIBHOTO OCMOTHYE-
ckoro crpecca (I1BI' 50) cooTHoOMIEeHE MOPPOTH-
oB cocTaBisio (B %) 16.9 : 73.9 : 9.2, B ycloBUSIX
yMepeHHOTro ocMoTmdeckoro crpecca (I198I0 25) —
8.3:60.2: 31.5, cooTBeTcTBEeHHO [7].

Kaxnperit mopdorumr 1K — knerounast cy6mo-
IYJISILMSL C ONpeneIeHHBIM (QYHKIIMOHAIbHBIM (be-
HotumnoM [7]. B monynsuun I1K yepHoro Tomnomas
(Populus nigra) mopdotun “chepudeckue KiIeTKn”
XapaKTEepU30BaJIC CaMOl aKTUBHOM CEKpenuen
[JIMKOIIOJIMMEPOB B KOHTPOJIE U B YCIOBHSIX OCMO-
TUYECKOTO CTpecca, 10 CPABHEHUIO C ABYMS OPYTrU-
M Mopdotuttamu [7]. KpoMme TOro, KOIMmyecTBeH-
HBIIi M Ka4eCTBEHHBIN CIEKTP NIMKOIOJIMMEPOB
11 Tpex MopdortumnoB I1K cyiiectBeHHO pasnm-
yajicd [7]. 3aKoOHOMEepPHOCTH, BEIIBIICHHBIE B paboTe
Busont u coasr. [7], MO3BOJISIIOT Mpeanoaratb Bax-
HYIO POJIb U3MEHEHHUI COOTHOILICHUSI MOP(OTHUIIOB
IIK B aganTuBHBIX (DYHKIIMOHAJIbHBIX MEPECTPOii-
kax ronymsinuu 11K B ycimoBusx crpecca.

Hnst TIK BO3MOXHO HECKOJIbKO BapUAHTOB OT-
JIeJICHUST OT IIOBEPXHOCTH KOPHEBOIO arleKca: a) B
¢dopMe OMMHOYHBIX KJIETOK, 0) B (hOpMe KIIETOTHBIX
LIeTI09eK, B) B (hOpMe KIETOYHOTO MOHOCJIOS WM
HEeOOJIPIIMX MOHOCIOIHBIX arperatoB. B ¢dusuo-
JIOTUIECKNX YCIIOBUSIX Y Pa3HBIX BHUOOB MOXET IIO-
MHHHPOBaThb KAaKOH-TO OOWH BapHaHT OTIEICHMUS,
MO0 HAOIIONAThCS HECKOJIBKO BapHMAHTOB OTHEJIe-
Hus. Tak, y Arabidopsis thaliana oT TIOBepXHOCTH
KOPHEBOTO YEXJIMKA OTCIAMBAIOTCS MCKIIIOYUTEIIb-
HO KJIETOYHBIE IIacThl. KileTku B cocTaBe ILIacTOB
HasBaHHI “border-like cells” [8]. ¥V akamuu (Acacia
mangium) I1K otnensiorcs B opMe MOHOCIOMHBIX
arperatoB. 151 cou (Glycine max) XxapakKTepHO OTIe-
nenne [1K B popMe OMMHOYHBIX KIETOK M HEOOTh-
X MOHOCJIOWHBIX arperatoB [9]. Cinemyer oTMme-
THTh, 9TO B (pOpME OOMHOYHBIX KJIETOK OTIEIISICTCS
Mopdotnmt cheprnuecknx 1K ¢ BepmmHBI KOpHe-
BOTO aIleKca, a oTaejieHne ¢ 00KOBOM ITOBEPXHOCTH
arekca B (popMe MOHOCJIOMHBIX arperatoB Xapak-
TepHO IT MOP(POTUTIA VITTMHEHHBIX KIeToK [10].

Mopdonorust IIK u criocobsl UX OTaEIeHUS
(B (popMe OINMHOYHBIX KJIETOK WIN KJIETOYHBIX
arperaToB) 3aBHCSIT OT IIMKOIOJIMMEPHOTO COCTa-
Ba KJIETOYHOU cTeHKU [5]. Tak, B KJIETOUHBIX CTEH-
Kax, YIVIMHEHHBIX U HUTEBUAHBIX MOpGoTumnos I1K,
OTMEUaeTCs VYBEJIMYCHHE COmepXKaHMsI paMHOra-
JIAKTypOHaHa (II0 CPaBHEHMIO C OKPYIJILIMH MOp-
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¢dorunamMm), IIUKOIIOJMMEPA, C KOTOPBIM CBsI3a-
HbI IPOLIECCHl 3JIOHTAllMU KJIETOK. IrMKononumep
TOMOTAJIAKTypOHAH WIrpaeT BaXHYIO0 pOJb B IIPO-
leccax KJICTOYHOI aare3uy. YMEHbBIICHHE COIep-
JKaHMUS B KJIETOYHOM CTEHKE TOMOTajaKTypOHaHa
oInpenesseT oTclauBaHUe ONMHOYHBIX KJIETOK. YBe-
JINYeHUE CONEPXKAHMSI B KJIETOYHOU CTEHKE 3TOTO
DJIMKOIOJMMepa HapyllaeT MpPOLECChl pa3aeieHUs
knetok — IIK oTensiorcsa B popMe OOQHOCTOMHBIX
arperatos [5].

VYBennueHune akTuBHOCTU oTaeeHus I1K B pop-
Me 1IeTIOYeK M MOHOCJIOMHBIX arperaroB HaOJoma-
€TC YW MOI BO3IEHCTBHEM pa3lUYHBIX abOUMOTHUYE-
ckux aktopos [11].

YUCIEHHOCTD ITONyjaiauunn
ITOI'PAHMYHBIX KIIETOK

CBoboanble I1K — nuHaMu4yHas KjaeTouyHasl Mo-
IyJISILMSI, €€ YHUCIIEHHOCTb 3HAYMUTEJIEHO BapbUpPY-
€T Y Pa3HbIX BUOOB B YCIOBUSIX (PU3UOIOTMIECKOI
HOPMBI M TIOI BO3AeiicTBMEM OMOTHYECKMNX/abuo-
THUIEeCKUX (PaKTOPOB.

IIpoiecc pocra KOpHSI XapaKTEepHU3yeTCsl OIpe-
JIeJeHHOM, BUIOCIeUn(PUIeCKOi IUHAMUKON 4ucC-
JeHHocTu nonyasiuu cBobdoaHbix I1K. ¥V ropoxa
IMIOCEBHOTO B TeueHUe nepBhix 20 4 IMpopaliiBaHus
POCT KOpPHS B JUIMHY COIIPOBOXIACTCSI YBETMUICHU-
€M 4YMCJIeHHOCTH monyasiuuu cBodomHbix ITK. Ye-
pe3 20 4 mpopallBaHUSI YUCIEHHOCTD MOMYJISIIIAN
I1K BbIXOOAMT Ha MJIATO U HE U3MEHSIETCS B MpOLieC-
ce manbHeiero pocra KopHs [3]. ¥V Arabidopsis
thaliana otnenenue ITIK (B cocTraBe IUIacTOB) OT
MMOBEPXHOCTU KOPHEBOTO amekca HayMHaeTcs Ha
5 cyTKM pocTa KOpH$, a Ha 13—15 cyTku ob6pasyetcst
3 nnacrta ITK [8].

AKTUBHOCTb cyTouHO#i mpoaykuuu ITK xapak-
TepU3yeTCs BUAOBOM BapuabenbHOCThIO. C moBepx-
HOCTM OTHOTO KOPHEBOTO amekca XJIOmJ4aTHHKA
O0OBIKHOBeHHOTO (Gossypium hirsutum) (CeMeicTBO
Malvaceae) otcirauBaetca 8000-10000 IIK B cyTku,
y IpeacraBuTeneil cemeiictBa Solanaceae — Bcero
quib 100 TIK [3]. V pensl (Brassica rapa) (cemeii-
cTtBO Brassicaceae) I1K ¢ moBepxXxHOCTU KOPHEBOIO
amekca He oTciaauBatorcs [12]. Kak nmpaBuiio, BUIbI,
MIpUHAIJIeXKAaIIe K OMHOMY CeMENCTBY, CYIIECTBEH-
HO HE OTIMYAIOTCS APYr OT Apyra IO YUCIEHHO-
ctu nonynsauuu ITK. Hanpumep, konudectso 1K
y cou U (pacosu oObIKHOBeHHOI (Phaseolus vulgaris),
npuHamIexaumx K ceMeiictBy Fabaceae, cocTaBisi-
et 2900—3700 xnetok u 2700—3500 KIETOK COOT-
BeTCTBeHHO [12].

BunmoBast BapnabenbHOCTh YMCIIEHHOCTH IIOMY-
mauuu 1K cBsg3aHa ¢ TMIIOM OpraHM3ally aIlu-
KaJIbHOIT MepUCTEeMBI. Y BUIOB C OTKPBITBIM TUIIOM
anukanbHOit MepucteMbl (cemeiictBa Fabaceae,
Malvaceae u ap.) yuciaeHHocTh IIK 3HauuTeabHO
BBIIIIE, YEM Y BUIIOB C 3aKPBITHIM TUIIOM (ceMeiicTBa
Solanaceae, Brassicaceae) [13].
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Tun anukanbHO MepucTeMbl 1 KonnuecTBo TTK
MOTYT ONPENeasITh YCTOMYMBOCTh PACTCHUN K TSKE-
eIM MeTanaM. Feng ¢ coaBt. [13] moka3anu 6onee
BBICOKYIO YCTOMYMBOCTD K KaAMMUIO IUISI BUAOB C OT-
KPBITBIM THIIOM aITMKaJbHOI MEPUCTEMBbI U MHOT'O-
yuciieHHo# nonynsiuueit 11K, no cpaBHeHUIO C BU-
JaMU C 3aKPBITHIM TUIIOM allMKaJIbHON MEPHUCTEMBI
U MasiouncieHHo# nonynasuueit ITK.

Eme omuuM dakTopoM, 00yCrIaBIMBAIOIIAM
kosmuectBo IIK, gBiasgeTrcd cIocoOHOCTL BHAA
pacteHus1 (OpMHpPOBATh MUKOPHU3HBIE accolua-
mun. Nagahashi n Douds [14] moka3anu, 910 BUIHI,
¢dopMupyloIe MHKOPHM3HBIE acCOLMALMM, IIPO-
JYLUPYIOT 3HAaUUTeNIbHO Oobliee KonuuecTBo 11K,
YeM BUIbI, IUISI KOTOPBIX HE XapaKTepHa MUKOPH-
3Has KoJOoHM3alusl. MHOTOYMCICHHBIE 2KCIIepH-
MEHTaJIbHBIE MCCIENOBAaHMUS CBUICTEIbCTBYIOT, UTO
nonyiasauus IIK urpaetr ooHy M3 KIIOUEBBIX poOJeid
B CHUCTeMe pH30C(PepHOro CUMMOMOTHMYECKOTO CHI-
HajuHra [8, 15—20].

YucneHHocTh nonyisuuu cBoodoaHbix 1K B yc-
JIOBUSIX (DU3MOJIOTMIECKON HOPMBI ITOAIEPKIBACT-
cd Ha IIOCTOSIHHOM YPOBHE Oyaromapsi MHOTOYMC-
JICHHBIM CHCTEMaM pPEryJISITOPHOIO CHTHAJIMHIA.
B runpornoHHO# Ky/IbType IPOPOCTKOB ropoxa Io-
CEBHOIO II0KAa3aHO, YTO II0CJIE CMBIBAHMS CBOOOI-
Hbix [1K, 4rcIeHHOCTh MX ITOMYJISIIUYA B KOPHEBOM
arekce IOJTHOCTBIO BOCCTaHABIMBAJIACh B TCUECHUE
24 4 [21]. CnemyeT OTMETUTh, YTO B TEUEHHE ITTep-
BBIX 5 MMH ITocJjie cMbIBaHUs ¢cBOOOAHbIX 1K Konu-
YeCTBO MUTOTHMYECKHUX KJIETOK B MEpPUCTEME PE3KO
BO3pAaCTaJIO 1 MPOIOJLKAJIO JIMHEITHO yBEININBATh-
ca B TedeHue mocuenyommx 30 muH. B TeuyeHue
MMOCJIEAYIOIINX 5 4 MUTOTHYECKAsI aKTUBHOCTh CHU-
’Kajlach IO KOHTPOJbHOTO ypoBHs. Ilocie cMmbiBa-
Hug I1K B kjleTKax KOpHEBOro 4yexJiMka HaOiroda-
JIOCh YBEIMYEHHUE SKCIIPECCUM TEHOB, KOTUPYIOIINIX
MMEeKTUHMETUIIACTEPa3y, YIaCTBYIOIICH B IIpolieccax
otneneHus 11K oT moBepXHOCT KOPHEBOTO YEXJIH-
Ka, a Takke (pepMEHTOB, YYACTBYIOIINX B CHUHTE3E
Kpaxmaja — OCHOBHOI'O McToyHMKa sHeprun B I1K
IIOCJIe YTpaThl (PU3MIECKOrO KOHTAKTa C KOPHEBBIM
arekcoM. Ho, eciu KopHeBbIe amlieKCHI ITOCIe CMbI-
Banua I1K KyabTuBHpoOBaIM Ha cpeme ¢ 3K30MeTa-
6oautamu I1K, aKTMBHOCTb BOCCTAHOBJICHMSI TIOITY-
qsmum TTK pesko cHikamace [21].

YucneHHoCTh nonyiasiiuu cBoboaHbix TTK u3-
MEHSICTCSI IO BO3IEUCTBAEM Pa3IMYHBIX aO0MOTH-
yecknx (akropoB. IlokazaHo, 4To BOmHBIN Aedu-
UT, (GIYKTyallud TeMIIepaTypbl U KOHIICHTPAIUHN
kuciaopona [22, 23], ocmormueckmii ctpecc [7],
dropuanl [24], amomununii [25], mectuunnsl [26],
HaHopa3MepHbIe (POPMBI TYMUHOBBIX KHUCIOT [27],
TSDKeNIble MeTa/libl [13] BAMSIIOT HA 4YUCIEHHOCTh
nonyiasuun ITK. Bo MHOrux paborax orMmeudaercs,
YTO CHIDKEHUE YMCICHHOCTH IIOMYJISIIIAN CBOOOMI-
Hbix TIK conpoBoxpaeT pa3BuThe (PUTOTOKCUYE-
ckux 5(deKToB: MHIMOMpOBaHUE POCTa KOPHS,
pa3BUTHE OKUCIUTEIBLHOTO CTpecca, IeCTPYKTHB-
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Hble MOpdoaorudyeckue, (pu3noJornyeckue u 61uo-
XUMMYECKIE U3MEHEHUS KOPHSI. DTO Ipearnoaraet
BaxkHy10 pojb nonyiasiuuu IIK B ¢popmupoBaHun
YCTOMYMBOCTA KOPHEBOII CHUCTEMbI K Pa3IMIHBIM
abuoTuyeckuM (pakTopam.

Cnemyer OTMETUTD, UYTO BIMSHIEC a0OMOTUISCKIX
¢dakTopoB Ha yKucaeHHOCTb monyiasiuuu ITK mMoxer
MMETh BO3pacTHBIE 0cOOeHHOCTU. Ha paHHUX 3Ta-
IMax pa3BUTHUsS IIPOPOCTKOB Topoxa (IepBEIE CYTKH,
IJMHA KOPHS O 25 MM) CHMDXKEHHE KOHLIEHTpa-
uuy O, NPUBOIWIO K YMEHbIIEHUIO YUCIEHHOCTU
I1K, Ha GoJjiee mO3AHMX 3TaIaxX pa3BUTUS TPOPOCT-
Ka (BTOpble CyTKM M CTaplie, JUIMHA KOpHS OoJjee
25 MM) cHuXeHue KoHueHTpauuu O, BbI3HIBAIO
yBenuueHue uuciaeHHoctu IIK, mo cpaBHeHUIO
C KOHTPOJILHBIMY BapuaHTaMu [28].

CuMOMoTHMYeCKe, TIaTOTeHHbBIE, ITapa3suThye-
CKM€ BHUIObI OTHOKJIETOYHBIX M MHOTOKJIETOYHBIX
OpPraHM3MOB TAaKXKe OKa3bIBAIOT BJIMSHWE HAa YKC-
neHHocTh nonyasiuuu ITTK. MHokynsuuss KopHeit
ropoxa TOCEBHOTO a(aHOMHUIIETHONH KOpPHEBOU
THUJIBIO Topoxa (Aphanomyces euteiches) [29], 6ec-
MOJIOI penponyKTUBHON cramueil ¢y3apuyma Tac-
neHoBoro (Nectria haematococca) [30], ipuBOIMIIO
K yBenudeHuto koaudectBa I1K. YMeHbllieHUE ync-
neHHocTtu 1K conpoBoXxnaercs CHUXXKeHUEM YCTOM -
YUBOCTH K MATOT€HAM U1 HapyIlIeHUeM CUMOMOTHYE-
CKMX B3aMMOIECUCTBUM.

HM3MeHeHne 4YHCIEHHOCTU IIOIY/ISINU CBO-
oomuprx 1K B ¢u3momormyeckux m maTopusmno-
JIOTUIECKUX YCJIOBMSIX 3aBUCHUT OT IIpoindepalnu
U 1udhepeHIMPOBKU MEPUCTEMATUYECKIX KIIETOK
KOpHEBOTO YexinKa (KamumrporeHa) [31], a Takxke
npoueccoB oTaeneHus: auddepeHurnpoBaHHbIx TTK
OT MMOBEPXHOCTU KOPHEBOTO arekca [5].

B mpomnecce muddepeHIMPOBKA U OTIACICHUS
I1K oT KopHEBOrO areKca ropoxa KJIeTOUHbIE CTEHKH
IMOABEPraloTCsl MHOTOYPOBHEBOMY pPEeMOIEINpPOBa-
HUIO, KOTOPOE CBSI3aHO C JIOKAJIbHBIM PacTBOPEHU-
€M YJ9aCTKOB, 00OralieHHbIX TOMOTaJIaKTypOHAHOM,
paMmHoranaktypoHaHoM I u apabunanowm [5]. Ha 3a-
KmounTeTbHOM atare “otpbeiBa” I1K oT mmoBepxHO-
CTU areKkca HaOMIomaeTcsl SJIOHTAMs U U3THOaHMe
KJIETOYHOII cTeHKu — otmenswomuecss 1K mpu-
obpeTaloT AyroodpasHyl ¢GopMmy. DTH IIPOIECCHI
3aBUCAT OT 9KCTeH3MHA M KCWJIOIMIOKAHA, JIOKa-
JIN30BaHHBIX B 30HE KJIETOYHOI CTEHKM, KOTOpas
IIPOTUBOIIOJIOXKHA TOMU, I¢ IIPOMUCXOIUT OTIACICHHUE.
[locne oTneneHnsT UHTAaKTHBIE, OTHOCUTEIIFHO TOH-
KME KJIETOYHbIE CTeHKM cBOOomHbIX 11K comepxar
roMorajakTypOHaH U TajlaKTaHOBbIE SMUTOIIHI [J].

PeMonenupoBaHne KIETOYHBIX CTEHOK B IIPO-
mecce otneneHus: 1K 3aBucuT ot ompeneaeHHBIX
depmenToB 1 ADK (HedepMeHTATUBHOE pEMOJIE-
qmpoBaHue) [5]. B ¢epMeHTaTMBHOM peMOOEIN-
POBaHNU KJIETOYHBIX CTEHOK YJIAaCTBYET HECKOJIBKO
TUIIOB TUOPOJIa3. IMEeKTUHMETWIACTEpas3bl, IIOJIH-
rajakTypoHa3bl, TaJlaKTO3uAa3bl M apaOMHO3MOA-
361 [32].
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[Nextuamernnacrepassl (ITM3D) nokannsyiorcs
B KJIeTOYHO# cTeHke. [IM®D kaTtanmms3mpyooTr geme-
TWIATEPUGPUKALINIO TOMOTaJIaKTypoHaHa (OCHOB-
HOI KOMITOHEHT TTeKTWHA), BRICBOOOXIAsT METAHO
U IIPOTOHBI, CO3[aBasi OTPUIATEILHO 3apsKEHHBIE
KapOoKcuibHBIe TpynITel. [IMD MoryT JeMeTniIaTe-
pUULMPOBATh TOMOTAJIAKTYPOHAH OJIOYHBIM CIIO-
co0OM, UTO IMPUBOAUT K 00pa30BaHMIO HECKOIBKUX
IMOCJIEOOBATEbHBIX OCTaTKOB O-1,4-CBSI3aHHOM
D-ramakryponoBoii kucinotel (GalA) 6e3 mMeTmis-
upnbIX Tpynm. C apyroit ctoponsl, [IMD Moryt
IEeMEeTWIATEpU(UINPOBATh OTHCIbHBIE OCTaTKHU
GalA, 4To ompenensieT CAy4YalHBIN XapakTep Me-
TwaTepuduKanun. CTeneHb U XapaKTep METHII-
TepudUKAIMX TOMOTaJIAKTYpOHAHA OIIPEIC/ISIOT
OHMOMEXaHUYECKUE CBOMCTBA KJIETOYHOM CTEHKM
U BIMSIOT Ha KJIETOUYHYIO aire3uto. YacTWdHO ne-
METWIATEpU(UINPOBAHHBIIT ~ TOMOTATYKTypOHAH
MOXET CTaTh CyOCTpaTOM [IJIS IIOJIMTaJaKTypOHa3
(dbepMeHTOB, YYACTBYIOIIMX B Jerpamallii IEKTHU-
Ha) [32].

AxktuBHOCTE [IMD perymmpyercsd: Ha ypOBHE
TPaHCKPUIILIMK, IIPOLIECCUHIOM M JIerpamamnueit
benka; pH cpenbl Ki1eTOYHOM CTEHKM; CEMENCTBOM
SHIOTEHHBIX OEJIKOBBIX MHTHOMTOpOoB [IMD [32].
IIM3D kocBeHHO, 3a cueT cHIDKeHnsT pH B KiteTou-
HOIl CTEeHKe, aKTMBHMPYIOT TrajakTo3Mma3bl M apa-
OMHO3MIA3bI, KOTOPHIE THAPOJIM3YIOT TIalaKTO30/
apabuHo30conepXxalire OOKOBBIE IIEIIM paMHOTIa-
naktypoHaHa l. Tuaponus pamHoranaktypoHaHa I,
B IIOIIOJIHEHWE K AEMETIISTepU(PUKAIIUN U TUIPO-
JIN3y TOMOTaJaKTypOHAaHA, CIIOCOOCTBYET CHILKE-
HUI0 KinetouHoi anre3um I1K [33].

IMTokazano, uro IIM® MoxXeT oKa3blBaTh BIIUSI-
HHEe Ha aKTWBHOCTH oTaeneHus I1K or moBepxHO-
CTU KopHeBoro amekca. Y ropoxa IIK otnensitorcs
B ¢popMe OMMHOYHBIX KJIETOK. ¥ TPaHCTEHHEIX pac-
TEHUI1, y KOTOPBIX 3a0JIOKMPOBaHA SKCIIPECCHS TeHa
IIM3, T1K He crTocOOHBI OTOETATHLCS OT ITOBEPXHO-
CTA KOPHEBOTO YeXJINKAa W IHCIIEPTUPOBATHCS B Cy-
cnensun. [1K ¢opMupylor Ha KOpHEBOM aIliekce
CKOIUIEHMS KJIeTOK [33].

YuyactByompe B pPEeMOAECIMPOBAHUM KJIETOU-
HBIX CTEHOK ITOJIMTaJaKTypOHa3bl B 3aBUCHMOCTH
OT crmoco0a MX MEMCTBHS IMOAPAa3NesIIIoT Ha SHIO-
U 3K30-TOJUTaKTypoHa3el. s paboThl 3HIO-IIO-
JINTAJIAKTypOHA3 pellalomuM (HaKTOPOM SIBIISICTCS
XapaKTep METWIMPOBAHUsS IEIel TOMOTallaKTypo-
HaHa (OeMeTWIATepUGUKAIINSI YETHIPEX IIOCIIEIO-
BaTeabHBIX GalA-ocTaTKoB 1eTn). DTN (pepMEHTHI
TUAPOJIM3YIOT TOMOTAJIAKTYPOHAH B CIIyYaHBIX Me-
CTax, BBI3BIBASI OBICTPYIO SJIIOHTAIINIO KJIETOK M JaxXKe
UX pasgefieHre. DK30-TI0JIUrajJakKTypoOHa3bl aTaKy-
0T CBOOOMHEIE KOHIIBI ITEeMETUIATepUPUIIMPOBAH-
HBIX ITOJIMMEPOB I'OMOTAJIAKTypOHAHA, YMEHBIIAs
00IIIyI0 UIMHY TIOJIMMepa, 9TO 00YyCIaBIMBaeT M-
JICHHYIO JIOHTAIIWIO KJIETOK 0e3 X pasaeneHusI [34].

Hapsiny ¢ dpepMeHT-3aBUCMMBIMU PEAKIIUSIMU
BaXXHYIO pOJIb B CTPYKTYPHOM pPEMOIEIUPOBAHUN
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KJICTOYHOI CTEHKM UTPaIOT CBOOOTHOPAIUKAIBHEIC
XUMUYECKre Moan(pUKalW1 DIMKOMOJIMMepoB [35].
Peakumu A®K co CTpyKTypHBIMH 3JeMEHTaMH
KJIETOYHOIl CTEHKW MPUBOIAT K OKMCIUTEIHHO-
My pacCLICIUICHWIO KCUJIOITIIOKAHOB M IIEKTHHOB,
CIIMBKAM IIOJINCAaXapuaoB, 3TepU(UKALNN TIEKTH-
Ha ¥ TEeMUIEIUIIONO3b, (OPMUPOBAHUIO IUCYJIb-
duaHbIX cBs3eil B Genkax [36—38]. ADK-3aBucu-
MbI€ OKMCIUTEIbHBIE MOAU(GUKAIINY YBEIUNUYUBAIOT
aKTUBHOCTB THIPOJIa3, yYaCTBYIOIIMX B IIpolieccax
peMoaeIupoBaHUs KIETOUHbIX cTeHOK (ITMO, mo-
JIUTaJIaKTypOHa3, apabuHo3unas), conepxanue Ca**
B LMTOILUIa3Me. B pesynbrate memeTuiasTepuduka-
LI TOMOTaJIaKTypOHaHa TUApoIa3aMu o0pasyeTcs
0OJIBIIIOE KOJTMYECTBO OTPUIIATEIBHO 3apsLKeHHBIX
KapOOKCUJIbHBIX TPYIIl, KoTopble ¢ yyactuem Ca’*
GopMUPYIOT CBSI3M MEXAY MOJIEKYJIaMU IIeKTH-
Ha. OTU CTPYKTYpPHBIE TEPECTPOKN YBEINUUBAIOT
JK€CTKOCTh KJIETOYHBIX CTEHOK M KJICTOUYHYIO ai-
re3uio [39]. KapOokcuiibHBIE TpymHIlbl MOTYT (hbOp-
MHUPOBaThb CBS3M MEXIY MOJEKYJIaMU IIeKTHHA,
CBSI3bIBASICh C NBYXBAJIEHTHBIMU MOHAMM TSIKEJIBIX
METAJJIOB. DTU B3aMMOICUCTBUS OIPEHCIISIIOT MM-
MOOWIN3ALMIO TSDKEIBIX METAJUIOB B KJIETOYHBIX
CTeHKaX M CHIDKAIOT WX IIUTOTOKCMYHOCTH [38].
®depmentatuBHoe u ADPK-3aBucumMoe pemore-
JINPOBaHNWE KJIETOYHOM CTEHKHW WIPaeT KIIIOYEBYIO
pOJIb B Mpolleccax amanTaluy pacTUTEIbHBIX Opra-
HHU3MOB K TSDKEJIBIM MeTaJlJIaM.

METABOJIOM ITOTPAHUYHbBIX KJIETOK

Ionynsauus TTK xapakrepusyeTrcss YHUKaIbHbI-
MM TaTTepHaMM BKcnpeccuu TeHoB. Hekoroprbie
TE€HBI BKCIIPECCUPYIOTCS UCKIToUnTenbHO B 1TK:

* Brdl3, Tounas ¢yHKIUSA OellKa, KOTOPBIA KO-
IUPYETCS 3TUM T'€HOM, HE M3BECTHA, HO HaJIW4Ue
(1aBUH-CBSI3BIBAIOIIETO JOMEHA MPEIIoJiaracT ero
yJgacTue B perymsauuud (pIaBUHMOHOHYKJICOTHI-O-
IMOCPEIOBAaHHBIX OKHUCIUTEIbHO-BOCCTAHOBUTEIb-
HBIX peakunii [40];

* BRDgall xomupyer depMeHT [-raJakro3uia-
3y, YIaCTBYIOIIYIO B IIPOIIECCaX PEeMOIEINPOBAHUSI
KJIETOYHBIX CTEHOK [41].

OnHako, HECMOTPSI Ha 3KCIIPECCUIO STUX TEHOB
nckmounTenbHo B [1K, nx gepumut y TpaHCTeHHBIX
pacTeHMii IPUBOIUT K aHOMaIUsAM MopdoreHesa
KopHS (medpuumt reHa Brd13 [40]), mubo mcKIO-
YaeT BO3MOXKHOCTb ITOJYYCHUS XM3HECIIOCOOHBIX
TPaHCTeHHBIX pacTeHuWil (reH [-rajgakTo3uma-
361 [41]).

CpaBHUTENbHBII aHAIN3 TpaHCKpUIITOoMOB 1K
M KJIETOK alUKaJIbHOM MEpPUCTEMBI KOPHS, IT03BO-
JIVUT BBISIBUTH TPYIITy T€HOB, aKTUBHOCTDH DKCIIpEC-
CHM KOTOPBIX 3HaUuTeNbHO BhIIe B 1K, yem B Mme-
pucTeme:

* teH wmHTHMOMUTOpa [IMD, HeraTMBHBIIN pery-
qgTop akTuBHOCTH I[IM®; ypoBeHB 3KCIIpeccuu
WHruouTopa moBblaeTcss B otaenuBiuuxcsa I1K,
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IOCJIE 3aBEPIIEHMS IIPOLIECCOB PEMONEINPOBAHUS
KJIETOYHBIX CTEHOK [42];

* TeHBbI paHHETrO OTBETa Ha ayKCHH (CeMEMCTBO
reHoB SAUR), HeratwuBHBIE peryasiTOpbl CHHTE3a
Y TPaHCIIOpTa ayKCMHA, TOPMOHA, KOTOPHIN yBEIH-
YUBaeT aKTUBHOCTH MpoJindepalny KiIeTOK KOpHe-
BOIT MepucTeMBI [42];

* TeHBI, CBA3aHHBIE C MeTabOJIM3MOM Kpaxma-
J1a (Kpaxmajl — OCHOBHO# UCTOUYHMK 3Heprun B [1K
TocJie OTIeJIeHUST OT KOPHEBOTO anekca [42].

YHuKanpHbIE NaTTEPHBI SKCIPECCUM TEHOB
OIIPEACIISIIOT CYIIECTBEHHBIE OTIMYMS MeTabojoMa
I1K oT npyrux KJIETOYHbIX NOMYJsLUil KopHs. Ko-
JINYECTBCHHBIII M KayeCTBEHHBIE CIIEKTPHI IJIMKO-
IMOJIMMEPOB (MEKTUHBI, TE€MUIIE/UIION03bI, apadu-
HorajlakTaHOBbIe O€lIKM) KJIeTOYHBbIX cTeHOK ITK
CYILIECTBEHHO OTIMYAIOTCSI OT CIEKTPOB INIMKOIIO-
JIMMEPOB KJIETOK MEPUCTEMBbl KOPHEBOIO allekca
U KJIETOK 30HbI 2710HTaluu [7]. TpaHCKpUOTOMHBII
aHanu3 [1K BbISIBUJ BLICOKMI YPOBEHb 3KCIIPECCUU
T€HOB, CBSI3aHHBIX C MeTa0OJU3MOM (peHUIpona-
HOUAOB, (bJIABOHOUIOB, TEPICHOWIOB, JUTHUHOB
n nurHaHoB [42]. XapakrepHasa g I1K Bweicokas
aKTUBHOCTb CHHTE€3a BTOPUYHBIX META0OOIMTOB,
YYACTBYIOIIMX B PEryISLUKA B3aMMOOTHOIICHUIA
C TATOTeHHBIMU, MapasUTUICCKUMHU W CUMOMOTH-
YeCKMMM BHUIAMM OTHOKJIETOYHBIX M MHOTOKJIe-
TOYHBIX OPTaHM3MOB, IIO3BOJISIET pPacCMaTpHBaTh
I1K kak BaxKHEHUIINA 3JIeMEHT UMMYHHO# CUCTEMBI
KopH4 [16].

CEKPETOM INOT'PAHNYHDbIX KJIETOK.
KOPHEBAA OKCTPAKJIETOYHASA
JJOBYIIKA

XapakTepHoit ocobeHHOCThI0 (pusunosioruu MK
SIBJISIETCSI BbICOKasi aKTUBHOCTb cekpeumu. B T1K
BBISIBIISICTCST ~ TMIIepTpOo(MPOBAaHHBII  ammapar
TonpmXxym 1 MHOTOYMCIICHHBIE BE3MKYJIbl KaK CBH-
IIeTeIbCTBO aKTWBHOM cekpeunu [43]. CekpeTom
IIK mpencTaBieH MHOTOYHCIEHHBIMHA IIPOAYKTaMM
IIEPBUYHOTO ¥ BTOPUYHOIO META0OIM3Ma: pa3jidd-
HBIMU Oenkamu ((pepMeHThI, apaOMHTaIaKTaHOBEIS
6enku, Tuctonsl), JJHK, mekTnHOBBEIMM TTONIMICAaXa-
pumamu, (QraBoHOMAAMM, Noau(eHoIaMu, Opra-
HUYECKNMUA M HeOopraHm4YecKMMHU Kuciaotamu |10,
44, 45]. Cekperom I1K — gmrammuuHasg cucrteMa:
KOJIMYECTBEHHBIE M KadeCTBEHHBIC CIEKTPHI 3K-
3oMmeTabonuToB 1K 3HauMTENTbHO BapbUPYIOT MO
BO3ICHCTBUEM pa3INYHBIX OMOTUYCCKNX/a0MOTH-
yecknx ¢akTopoB [46]. MHoroumnciaeHHble SKCIie-
pUMEHTAIbHBIC WCCICIOBAHNUS CBUICTCIHCTBYIOT,
YTO WHAYLUMPOBAHHBIC pPa3IMIHBIMU (haKTOpaMu
nepectpoiiku cekperomMa I1K Hocar amanTUBHBIM
XapakTep U CIIOCOOCTBYIOT (POPMHPOBAHUIO pPE3U-
CTEHTHBIX KOPHEBBIX (PeHOTHUTIOB [47].

Ok3omerabomutel I1K  dopMupyooT BOKpyT
KOPHEBOTO arekca (PU3MYecKyl CyOCTaHIIUIO, Te-
JIEBBIII 4Y€X0J, KOTOPBIiI B THAPOIOHHBEIX KYJETY-
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pax COXpaHSIET CBOIO CTPYKTYPHYIO IIEIOCTHOCTh
B (hopMe reyieBoii KaIid Ha KOpHEBOM ariekce. Ma-
TPUKC TeJeBOro yexjaa BkIoudaeT cBobomHble T1K,
yIepxXuBash UX BOJIM3M KOPHEBOIO alleKca II0CTe
yTpaThl (PU3UIECKOTO KOHTAKTa C ITOBEPXHOCTHIO
KOPHEBOTO YexJinKa. B Hacrosiee BpeMsI TeleBhIid
yexos, COPMUPOBAHHBIM M3 B3K30METa0OJUTOB
IIK, paccMmaTpuBaeTcsi KaK BbICOKOA((hEeKTUBHAS
(GyHKIIMOHAJIbHAS CHCTEMAa — KOpHEBasI 3KCTpaKJIe-
TOYHasI JIoByIIKa (root extracellular trap, RET) [48].
DK30MeTa0OMUTHl PA3IMIHBIX XUMHIECKUX KJac-
COB oMpeneysioT MHOTo(yHKUMOHaNbHOCTh RET:
CHOCOOHOCTDh ““3aXBaThiBaThb’ 9KOTOKCUKAHTHI pa3-
JIMIHBIX XUMUYECKUX KJIACCOB (TSIKEINIBIe METAJUIbI,
MECTULIMABI, TEXHOTCHHBIE ITOJIMAPOMATHYECKUIC
YIJIEBOIOPOAbI, HAHOYACTUIIBI); IIPUBIIEKATh KOp-
HEBBIX CUMOMOHTOB (apOyCKyIsIpHBIE MMKOPU3-
Hble TpUOBI, a30TPUKCUpYIOLIUE PU300AKTEPUM)
U pa3InyHbIe BUOBI OakTepnii, (OPMUPYIOIINX O~
HaMUYHbIA pusocdepHblii MUKpoOuoM [49]; cHu-
KaTh aKTMBHOCTh MHBA3MU Pa3IMYHBIX KOPHEBHIX
MaTOreHOB (BUPYCOB, NPOCTEHINNX, TpUOOB, He-
MaTo[l, PacTeHUI1); yAepXXUBaTh BOAY B MaTpPUKCE
RET; BxitouaTbcsd B mpolecchl Moaudukauuu Gu-
3UKO-XMMHNYECKUX CBOMCTB IOYBBI M YBEJIUYMBATh
JOCTYIHOCTb MMOYBEHHBIX HYTPUEHTOB [44].

JamurHasg appexTuBHOCT RET B oTHOLIEHMHA
(UTOTOKCUYHBIX METAJIOB CBSI3aHA C AEMETUJIATE-
pupUUIUPOBAHHBIM MEKTUHOM. KileTouHble CTeHKH
I1K comep:xat 3HaUMUTEIbHbIE KOJUYECTBA MEKTUHO-
BbIX MOJMCAaXapua0B rOMOrajakTypOHAaHOB U KCU-
JlorajakTypoHaHoB. B npouecce peMoaenmpoBaHusl
KjneToyHbiX cTeHoK IIK mnekTruHOBbBIe Moyucaxa-
puabl OCBOOOXAAIOTCS B 9KCTPAKJIETOUYHYIO Cpeay
u BkmovaroTes B MaTpukce RET [47]. TlekTuH — miu-
KOIOJMMEDP C MHOTOUMCAEHHBIMU TUAPO(PUILHBIMU
(GYHKUMOHAIBHBIMU TpynnaMu (TUAPOKCUJIbHbIE
U KapOOKCUJIbHbIE TPYMIIbl, allMJIaMUHOTPYMIIbI).
DJeKTpOoCTaTUYECKOe B3aMMOJEHCTBUE KAaTHMOHOB
METaJUIOB C TUAPOKCUJIBHBIMA U KapOOKCHUJIbHBI-
MU Tpynnamu nektuHa [50] crmocoOGCTByeT MMMO-
ounuzanuu MetaioB B Matpukce RET u cHuxaet
aKTUBHOCTb UX MPOHUKHOBEHUS B KOPHEBBIE MEPU-
ctembl. ITokazaHo, 4TO cTpaTerus aganTaluu K Gu-
TOTOKCUYECKUM KOHLEHTpalusIM amtoMuHus [51]
U kese3a [52] cBg3aHa ¢ yBeJIMUYeHMEeM aKTUBHOCTU
CeKpeLuU AeMETUIITEPUPULIMPOBAHHOIO MMEKTUHA
[IK. ®dyHKIIMOHAIBHBIE TPYIIILI eKTUHA [53] yua-
CTBYIOT 1 B UMMOOUWIN3allM HAHOYACTHUI] METAJIJIOB
B matpukce RET [54].

B umMobunu3anuu MetaaioB B MaTpukce RET
Hapsiny ¢ MeKTMHOM BaXXKHYIO POJIb UTPAET dKCTpa-
knerounas JJHK (axcJHK) [55]. Wen u coaBr. [56]
WHKYOUPOBaJIM KOPHU MPOPOCTKOB TOpoxa Ha cpe-
ne ¢ ?P-dLT® u yepe3 1 4 06GHAPYKUIU B COCTaBE
RET *P-meuenyro skcJIHK, cunTesupoBanHyio de
novo. Ha ocHOBe moly4eHHBIX pe3y/IbTaTOB aBTOPhI
MOPULLIU K 3aKiItodeHuto, yto 3kcIHK BkirouaeTcs
B Matpukc RET Kak mpoayKT akTMBHOI ceKpeluuu
Ne 4
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I1K u He cBsI3aHa ¢ AerpamgalMeil MEPTBBIX KJIETOK.
C moMoIIbI0 METONOB T€HOMHOI'O CEKBEHUPOBa-
HUs ObLIO TokazaHo, uTo 3KcIHK B MaTpukce
RET wuMmeeT MUTOXOHAPUAIbHOE IIPOUCXOXKAL-
Hue [57]. OCOOEHHOCTH XMMHWYECKOM CTPYKTYPHI
JAHK onpenensitoT B3aUMOIEMCTBUE ITOrO IMOJU-
Mmepa ¢ noHamu MetauioB. JIHK kak moimaHuoH
CBSI3BIBA€T MOHBI METAJJIOB 4Yepe3 3JIeKTPOCTATH-
YeCcKue B3aMMOIEHCTBUS, a30TUCTbIE OCHOBAHMS
BCTYIAIOT B KOOPAWHAIIMOHHBIE B3aMMOICHCTBUS
¢ moHamMu MetauioB [58]. Hebobie MOJIEKYITBI
C IUIOCKMMM apOMaTUYECKUMM TpyIaMu, HaIlpH-
Mep, repounuabl, Moryt cBs3bsiBathesl ¢ JIHK 3a
CYeT HHTEPKAISIIUM MEXOY a30TUCTBIMM OCHO-
BaHUAMM (TI-TT-CTEKWHT-B3auMozaencTeus) [59].
ODTO MO3BOJISIET IMpeAIojaratb, 4r0 MMMOOWIN-
3alsl MOHOB METaJJIOB, HAHOYACTUI[ METAJLIOB,
arponectunaoB B Matpukce RET 3a cuer B3a-
nmoneicteus ¢ 3kcIHK MoxeT ObITh OIHUM U3
BaXHEWIIMX MeXaHU3MOB (OpMHUPOBAHUS YCTOM-
YUBOCTHU K 3TUM areHTaM.

Crparernst amantalimd K (UTOTOKCHUYECKUM
KOHIICHTpAIISIM METaJJIOB M HaHOYACTUIIAM Me-
TaJUIOB BKJIIOYAET HE TOJBKO WX MMMOOMIM3ALIIIO
B Matpukce RET, HO U CBSI3bIBaHHE C KJIETOYHBIMU
crenkamu [1K 1 BHyTpHKIIETOUHOE TETIOHMPOBAHNE
B IIK. Tak, 1151 KAaTUOHOB aJTIOMUHUSI, HAHOYACTHI]
cepebpa 1 HaHOYACTHUIL CyTbduaa cepedpa OblIa 1mo-
KazaHa copOuus Ha KjiaeTouyHbix cTeHkax ITK. KoH-
LHeHTpauus anoMuHus u cepedbpa B I1K Obina 3Ha-
YUTEJIBHO BBHIIIE, YeM B IPYIUX KJIETKAX KOPHEBOTO
anekca [60].

AKTHBHOCTb BHYTPHUKJIETOUYHOTO IE€TIOHMPOBa-
Hus HaHouyactuil B IIK 3aBucut OT moBepxHOCT-
HOTO 3apsiia HAaHOYACTUII M CTPYKTYPHBIX OCOOEH-
HOCTel KJleTouHoit cteHKU. Tak, B cBoOOomHbIX 1K,
YTPaTUBIIMX KOHTAKT C KOPHEBBIM aIlleKCOM, M30H-
paTeIbHO IEeTIOHUPOBAINCH IOJOXUTEIBHO U OT-
pUIIATEIbHO 3apsDKeHHBIE HAHOYACTUIIBI 30JI0Ta.
B IIK, eme He yrpaTUBIIMX (PU3NYECKUIX KOHTAKT
C KOPHEBBIM alleKCcoM (Ipyroil ypoBeHb KJIETOUHOI
muddepeHIINPOBKU), TTOJOXKUTEIHHO 3apsoKeHHBIC
HAHOYACTUIIBI 30JI0Ta He IPOHUKAIM, HO MHIYIIH-
POBAJIM CEKPELHNIO 9K30META00IMTOB, KOTOPhIE 3~
(GEeKTUBHO MMMOOMIN3NPOBAIA 3T HAHOYACTHIIBI
B marpukce RET u npegoTBpaimiaim ux OpoHUKHO-
BEHME B KOpHEBOM arekc. MMMoOmIn3anus oTpu-
LaTeJIbHO 3apsKEHHBIX YaCTHUII 30JI0Ta B MaTPUKCE
RET He Habatomanach, 3TU YaCTULILI aKTUBHO MpPO-
HUKAaJIU B KIIETKA KOPHEBOTo yexiunka [60].

MeTaboauTel pa3IMIHBIX ITOYBEHHBIX IIaTOTe-
HOB WHIYIUPYIOT amalTHUBHBIC IIEPECTPONKU CO-
craBa maTpukca RET: B IIK akTtuBupyeTrcs: cuHTe3
U CEKpeLMsT pas3INYHbIX MeTaOOJIUTOB, KOTOpPHIC
BIMSIIOT Ha (PU3MOJIOTMIO KOPHEBBIX IIaTOTCHOB,
CHITXasl aKTUBHOCTb X MHBAa3UM B KOPHEBOI alleKC.
KonmyecTBeHHBIE M Ka4eCTBEHHbBIE CIIEKTPHI 5K30-
MeTabOJIUTOB, X (PYHKLIMOHAJBHEINA perepTyap Ba-
PBUPYIOT B 3aBUCHMOCTH OT BHAA MaTOTeHA.

®U3UOJI0IUS PACTEHUN

TOM 71 Ne 4

403

Tak, y mouepHsl (Medicago truncatula) 3K30-
Metabonur 11K 7,4-gpuruapokcudiaaBoH HMHIUOU-
pyeT POCT MOYBEHHOIO MMKONATOT€HAa TEXacCKOM
KopHeBol THUIU (Phymatotrichopsis omnivora) [42].
ApabGurHoranakTaHOBbIE O€JIKM B COCTaBe MaTpMKCa
RET ropoxa MHruOMUpYyoOT MpopacTaHue 300CIOp
MaToreHHOro oomuuera Aphanomyces euteiches
U CITOCOOCTBYIOT MX MHIIMCTUPOBAHUIO [46].

Cexpetupyemble IIK xeMoarTpakTaHThl CIHO-
COOCTBYIOT copOLMM OaKTEepUil U 300CHOP Ha Kie-
touHoii crenke IIK, 4To B pesynbrate CHIMKaeT
3D (PEKTUBHOCTh X IPOHUKHOBEHUSI B MEPUCTEMY
KopHeBoro amekca [11]. B kauecTBe xemoaTTpak-
TAaHTOB MOTYT BBICTYIIATh IIPOM3BOMHBIC TJIMKOIIO-
JIMMEPOB KJIETOYHOU CTeHKU (paMHOTaJaKTypOHa-
HbI U apabuHOrajlaKTaHOBBIE 0enKku) [61].

Iunponmutnyeckre ¢GepMEHTEI B COCTaBe 3K-
3oMeTaboauToB 1K peannsyioT CBOIO 3alIUTHYIO
aKTUBHOCTb 4Yepe3 HapylleHHe CTPYKTYpPHOIl Iie-
JIOCTHOCTHU KJIETOYHOM CTEHKU matoreHoB. Cekpe-
tupyemble ITIK XxuTuMHaA3bl pa3pylialoT OCHOBHOM
IJIMKOIOJUMEp KJIETOYHOM CTEHKM MMKOIATore-
HOB [62], B-DIIOKOHA3bI TUAPOIU3UPYIOT [3-TIIIOKA-
HbI OaKTEPUAIBHBIX CTEHOK [63].

BaxHyo ponap B 3alIUTHON 3(EOEKTUBHOCTH
RET wurpator A®K. bakrepuanbHbie (daareinH
W MENTUAOINMUKAHBI) U (byHrajabHble (XMTUH U Dy-
3apoBasl KUcJIoTa) MeTabonThl yBennuuBaior B [TK
akTUBHOCTD TponykKunu ADK, xoropwie muddyH-
aupyloT B MaTpukc RET ¥ MHUMLMHUPYIOT AECTPYK-
TUBHBIE OKMCJIUTENIbHbIE MOAU(UKALIMU B KJIETKaX
(¢uronaroreHos [6].

Hapsay ¢ KonauMyecTBEHHbIMM M KadyeCTBEH-
HbIMM TepecTpoiikaMMu cocTaBa 3K30MeTaboIu-
ToB 3amuTHas 3ddekruBHocTh RET 3aBucur ot
(pu3nyeckoil BI3KOCTU MaTpukca. B mpucyTrcTBumM
MaTOT€HOB YBEJIUYMBAETCS CEKpELUs TIMKOIMOJIM-
mepoB 1 3KcJIHK, koTopbie yBeTMUUBAIOT BI3KOCTh
matpukca RET u cnocobcTBYIOT (hU3UUeCKOii UM-
MOOWJIM3ALIMU 300CMHOP U OAKTEPUATbHBIX KJIETOK
B RET. /1151 noBblilieHUs 3¢ (HEKTUBHOCTU UHBa3UU
natoreHnl cekpetupytor JHK-a3bl u mekTuH-ge-
rpagupyoie (GepMeHThl, CHUXawliue ¢uznde-
cKylo Bs13kocTh MaTpukca RET [64]. JIns 3aiiuThs
OT MMKOIIATOT€HOB, CEKPETUPYIOLIUX IMEKTUH-JIe-
rpagupytomue depmeHTsl (Phytophtora infestans,
Pseudomonas syringae), B matpukce RET yBenuuu-
BaeTCs KOJMYECTBO KCUJIOTAIaKTypOHAHOB U IJIM-
KOIOJIUMEPOB C 0o0Jjiee BBICOKO YCTOMYMBOCTHIO
K bepMeHTaTUBHOM Aerpatanuu [65].

Cpenu sk3omeTadbonutoB I1K, obnagaomux aH-
THOAKTepUaIbHONM aKTUBHOCTBIO, CJIEAYET OTMETUTh
ructoH H4, enMHCTBEHHBIN TUIT KOPOBBIX TUCTOHOB,
KoTtophiii BeisiBasgercs:t B Matpukce RET [30]. ITpen-
rnoJjiaraeTcs, 4ro aHTUOaKTepUalbHAs aKTUBHOCTD
ructoHa H4 MoxeT peann3oBaTbCsl IBYMS CIIOCO0a-
MU: TUCTOH H4 cnocoOcTBYeT CBI3BIBaHUIO OaKTe-
puanbHbIX KieToK ¢ 3kcIHK, mocie yero 6akrepun
MOABEPraloTCsl BO3ACUCTBUIO aHTHMOAKTEepUATbHBIX
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areHToB, Bxoagauux B coctaB RET [66]; Henocpen-
CTBEHHOE B3amMomelicTBue TuctoHa H4 c kier-
KaMu OaKTepuil ¥ HapylleHWEe CTPYKTYpHO-(YHK-
LIMOHAJIBHOM LIEJIOCTHOCTHU OakTepuraabHbIX
MeMOpaH [66]. AHTMOakTepHasbHas aKTUBHOCTH
ructoHa H4 Oblna BISIBJIeHA B OTHOIIEHWM KOpPHE-
Boro ¢utonaroreHa Ralstonia solanacearum [66].

B nacrosiiee Bpemss RET y pacteHuii paccma-
TPUBAETCS KaK OOMH M3 BApUAHTOB 3BOJIIOIOHHO
KOHCEpBaTUBHEIX BhIcOKOA(PdekTnBHBIX THK-co-
JepXKalliX SKCTPaKJIECTOUYHBIX JIOBYIIEK, 3allluIla-
IOIIMX OT IIaTOr€HHOI MHBAa3WMM MHOTOKJIETOUYHBIE
opraHmsMbl M TipocTeiimmnx [67]. Y miexonuraro-
WX aHTUOAKTEepUANBbHBIN apceHan HeHWTpoduIIoB
IOIIOJIHAIOT HEWTPOMWIbHBIE BHEKJIETOYHBIE JIO-
Bymikn (NET) — skcTrpakiaeTodHast MOJEKYIISIpHasI
CHCTeMa, KOTOopas OTpaHWYMBaeT AVCCEMUHALIUIO
MaTOTeHOB U BbI3bIBaeT ux rudenb. Marpukc NET
dopmupyerca u3 JIHK, samepHoro mjim MUTOXOH-
IPUAIBHOTO IIPOMCXOXIECHMSI, WU BKIIIOYACT IIUTO-
30JbHBIC W SIIepHBIe Oenku (TMcToHBI). bakTepun,
BUPYCHI, MHMKOIIATOT€HBl ~ MMMOOMIU3UPYIOTCS
B Marpukce NET [68]. Briepseie NET 6butn onu-
canbl B 2004 1. Brinkmann u coaBnr. [69]. Y Mieko-
IMUTAIOIIUX TTONOOHBIE SKCTPAKICTOUYHBIEC JTOBYILIKH
CIOCOOHBI (POPMUPOBATH MOHOLIUThI, 203UHOQUIIHI,
TY4HBIE KJIETKU, y ITUIl — TeTepOdWIbl, ¥ WICHU-
CTOHOTHMX ¥ MOJUTIOCKOB — TemMonuThl [70, 71]. BHe-
KJICTOYHBIE JIOBYIIIKY OMMCAHBI Y COLIMAIBbHBIX aMed
poma Dictyostelium. Cieimaan3vpoBaHHBIE S-KIIET-
ku dopmupyot JHK-conepxailie 3KCTpakaeTou-
HBIE JIOBYIIKH, B KOTOPBIX IIPOMCXOOUT MMMOOWIIN-
3anus 6akrepwuii [72].

Takum obpaszom, IIK — merabonnyecku akKTUB-
Hasl KJIETOYHAsI ITOMYJISIIMSI, TePsIOIIas B IIpOIecce
I depeHINPOBKA MEXaHNIECKUI KOHTAKT C II0-
BEPXHOCTBIO KOPHEBOTO arnekca. OTaenmBIImecs oT
IMOBEPXHOCTU KOopHeBoro arekca 11K urpaior xio-
YeBYIO pOJib B (hOpMHUPOBAaHNN (DYHKIIMOHAIHLHOTO
pemepTyapa pacTeHUs WM B CTPYKTYPHO-(PYHKIIHO-
HaJIbHOM opraHm3anuu pusochepbl. 3HAYNMOCTD
IIK pns puszocdepHoit 3KOCUCTEMBI B 3HAYUTEIb-
HOIl CTEIIeHU OIpenesIeTcsl MX CeKPEeTOpHOM ak-
tuBHOCTEIO. C 3Kk3oMmerabomuramu IIK cBszaHo
dopMupoBaHue pru3ochepHOro MUKpOOHMOMa U KO-
JIOHM3ALMsI KOPHEBOM CHCTEMBI CUMOMOTUICCKIMU
BUIAMU TpUOOB 1 OakTeprii. DPPEKTUBHOCTL KOP-
HEBOM MMMYHHOII CHCTEMBI 3aBHCUT OT 3K30MeTa-
o6omuroB I1K. ChopMmpoBaHHBIE M3 3K30META0O-
mmToB I1K KopHEBBIE 3KCTpaKIETOYHEIE JIOBYIIKU
HUMMOOWIN3UPYIOT B CBOEM MATPUKCE 300CITOPHI
W KJIETKM IIaTOI€HOB, CHIDKAsh aKTUBHOCTH IIaTO-
TeHHOII MHBAa3WM KOPHEBOII MEpUCTEMEI. XUMUYe-
CKO€ pa3sHOOOpa3ne 3K30MeTabOINUTOB OIpeneysaeT
BO3MOXHOCTh UMMOOMIM3auuu B Matpukce RET
Pa3IMYHBIX 3KOTOKCHMHOB (TSDKEIbIX METaJJIOB, Ha-
HOYACTHII, arpOINECTUIINI0B) U CHIDKCHHUE YPOBHSI
TOKCHYECKMX 3(P(DEKTOB B allMKAIbHOM MEPHUCTEME.
B nononnenun kK RET B uMMOOMIM3aLUI0 3KOTOK-
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cruHOB BKiouaroTcs I1K: 3KOTOKCHHEI IEeOHMPY-
I0TCSI B X KJIETOYHOI1 CTEHKE 1 BHYTPUKJICTOUHO.

Kiouesas posab I1K u ux cekperoMa B npoluec-
cax ajanTaluy K abMoTHYecKuM (pakTopam, B pe-
aKIMsIX MMMYHHOM CHCTEMbI KOPHSI, B MEXBUIO-
BOM KOMMYHMKATUBHOM CUTHAJIMHIE OIPEICIISIOT
HUCKJIIOUUTENbHYIO 3HAUMMOCTh cucTeMbl ITK-RET
IUIST TIOAEepKaHUsI ToOMeocTa3a pU30ChEePHBIX KO-
cucteM. BBICOKHMIT YpOBEHb CTPYKTYPHO-(YHKIIH-
oHanbHOM TmacTuyHocTu cuctembl ITK-RET mno-
3BOJISIET pacCMAaTpUBaTh €€ KaK IIepCIEKTUBHYIO
MOJIEKYJISIPHO-KJIETOYHYIO MUIIEHb B TEXHOJOTUSIX
pu30cHepHOro MHKMHUPUHTA.

AnanTuBHas TIacTUYHOCTh cucTeMbl ITK-RET
IMO3BOJISIET pacCCMaTPUBATh €€ KaK IePCIEKTUBHYIO
(GYHKIMOHAJIBHYIO MMUILEHb IJIS arpolpaiMuHTa.
[IpenBapurteabHast UHAYKINS ITpaiiMUHT-areHTaMK
afgallTUBHBIX IIEPECTPOEK, CBI3aHHBIX C YBEJIMICHU-
eM nponykuuu 11K ¢ MOBBIIICHHON CEKpeTOpHOit
AKTUBHOCTBI0O U (DOPMUPOBAHHEM Pa3BUTOTO Ma-
Tpukca RET, Oynet noaaepXuBaTh pe3UCTEHTHOCTh
KOPHEBOI CUCTEMBI K MOCEAYIOIIEMY BO3IEMCTBUIO
pa3IMYHBIX cTpecc-¢pakTopoB. Takoil MpaiMHHT
Oyner 3(p¢heKTHBEH B OTHOIIEHWMW MOJUIIOTAHTOB,
Yy KOTOpPBIX MPOSIBJIEHWE TOKCHMYECKMX 3(hdEKTOB
B KOPHEBOI CUCTeME€ 3aBUCUT OT KOJIWUYECTBEHHO-
o U Ka4eCTBEHHOIO CIIEKTpa KOPHEBBIX 3K30METa-
00IUTOB (HampuMep, TSKeNble METalJIbl U B 4acT-
HOCTU Menb) [73, 74]. AKTyanbHOCTb MpaiiMuHTA,
HalLIeJIECHHOTO Ha (OpMUPOBAHUE PE3UCTEHTHBIX
KOPHEBBIX (DEHOTUNOB, OOYCJIOBJIEHA MCHOJIb30-
BaHHWEM B COBPEMEHHBIX arpoOTEXHOJOIUsSX HEOUM-
LLEHHBIX WM YaCTUYHO OYMILEHHBIX CTOYHBIX BOJI
C BBICOKMM colep:KaHWeM (PUTOTOKCUKAHTOB ISl
uppuranuu [75].

Eme opHo mnoTeHUManbHOE “NpakTuueckoe”
npunoxeHue miactuayHoctu cucrembl I[TK-RET —
9KOJIOTUYECKUIT MOHMUTOPUHI. B TuMApPONOHHOI
KyJAbType uyucieHHocTh ITK 3HauyuTenbHO Bapbu-
pyeT y IpOPOCTKOB, MOJYUYSHHBIX U3 CEMSIH ypoxXas
pasHubix et [11]. ITpuunHoii BapnuabeIbHOCTH SIBJISI-
IOTCS YHUKAJIbHbIE YCJIOBUSI cpedbl, Ha ¢hOHE KOTO-
PBIX B OIpeaeICHHbIE TOAbl MPOUCXOIUT Pa3BUTHUE
KYJBTYPHBIX PACTEHUI, ceMeHa KOTOPbIX MCHOJb-
3yI0T U151 MpopallvMBaHUsl B Ja0OPaTOPHBIX YCIIO-
Busx. JlabopaTopHble ucclieqoBaHUS “‘eXerogHoit”
BapuaOeIbHOCTU YMcaeHHOCTU nomyasauuu ITK, ux
CEKPETOPHOI aKTMBHOCTHU TO3BOJISIT BbIAEIUTD MaT-
TepHBI (DAKTOPOB Cpelbl, KOTOPHIE CITOCOOHBIE OKa-
3bIBaTh BausgHUe Ha deHoTun cuctembl ITK-RET
Yy pacTeHMIi ClIeAyIolIero ypoxas. AKTUBHOCTb IPO-
aykuuu ITK y mpopocTKOB MOXET ObITh TPOTHOCTH -
YEeCKMM MapKepoOM YCTOMYMBOCTU pacTeHUU Oymy-
1LIETO ypoXKasi K KOPHEBBIM MaTOreHaM WJIM BOIHOMY
Jepuuuty. JlabopaTOpHbIii MOHMTOPUHI Bapua-
o6eabHOCTH yncieHHocTu TIK y nukopacTylmmx Bu-
JIOB MOXKET OBITh TMOJIe3€H 151 pa3pabOTKU aTOpUT-
MOB TIPOTHO3MPOBAHUSI Pa3BUTHUSI PU3OCGHEPHBIX
9KOCUCTEM MPUPOIHBIX PACTUTEIBLHBIX COOOIIECTB.
Ne 4
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IMOTr'PAHMYHBIE KJIETKX KOPHEBOI'O AITEKCA

Pa3zButmne mnpencraBieHUWiI O pPOJIU CHUCTEMBI
INIK-RET B pu3ocdepHBIX 3KOCUCTeMax B 3HAYM-
TEJIbHOI CTEIIeHU CBSI3aHO C MCIIOJIb30BAHHEM TH-
IPOIIOHHBIX KYJABTYp. OOHAKO M3y4yeHHE CHCTEMBI
INIK-RET B ruipontoHHBIX KyJBETypax UMeeT “camo-
CTOSITEJIbHYIO” aKTyaJIbHOCTh B CBSI3U C aKTHMBHBIM
pa3BUTHEM TEXHOJOTHI T'MAPOIOHHOIO CEIbCKOIO
xozstiictBa. Ilo mporHoszam, B 2029 r. pasMep pbIH-
Ka IMPOAYKTOB I'MAPOIIOHHOIO CEIbCKOIO X03siiCTBa
pocturHet 7.6 mupa. gostapos CIIA [76]. Kon-
TPOJIMpPYEeMbIe aTalTUBHBIC IIEPECTPOIIKIA CHUCTEMBI
ITK-RET moryt ctaTh OCHOBOI BBLICOKOIIPOU3BOIM-
TEJIbHOTO TUIPOIOHHOTO IIPOM3BOICTBA (HE TOJIBKO
Ha 3eMJie, HO U B YCJIOBUSIX IJIUTEIbHBIX KOCMUYE-
CKUX TIEPEJIETOB).

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMM KOHMIMKTA
MHTEPECOB.

Hacrosmas pabota He comepXUT KaKUX-JIHU-
00 KcclienoBaHUM C y4aCTUEM JIIOAEH U XKUBOTHBIX
B KayeCcTBe 0OBEKTOB UCCICI0BaHUIA.
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