Kierounasi 6Mosiorust 1 0MOTEXHOIOTUSI PACTECHUM
Plant Cell Biology and Biotechnology

VIIK 574/577

PHYSCOMITRELLA PATENS KAK MOAEABHBIN OPTAHU3M
B 9KCHEPUMEHTAABHOV BUOAOTUU PACTEHUI

C. H. 3BOHAPEB", B. B. JEMH/YHK"

YBenopyccruii 2ocydapcmeennviii ynusepcumem, np. Hesasucumocmu, 4, 220030, 2. Munck, Berapyce

B pabote 00001eHBI aHATOMO-MOP(HOIOTHUSCKUE, MOJICKYISIPHO-TCHCTHYCCKUEC U (DU3UOJIOTHUCCKUC XapaKTePHC-
TUKH MXa Physcomitrella patens, npencrapisiioniero codoil Hanbosee BaXHbIN PACTUTEIbHBIA MOJCIbHBIN 00BEKT, HE
OTHOCSIIIIUICS K TIOKPBITOCEMEHHBIM pacTeHusIM. [IpuBosITCs TaHHBIE O (DYHIAMEHTAIBHBIX OTKPBITHSIX B KCIIEPUMEH-
TaJHHOM OMONIOTHH PaCTeHHUH ¢ UCTIONB30BAHNEM JAaHHOTO 00BeKTa 3a 80 JIeT ¢ MOMEHTA BBEJICHHS €ro B KauecTBe Ja0o-
paropHO# Mozenu. JleTaabHO mpopaboTaHbl BOIIPOCHI H3yUCHHSI MEXaHU3MOB POCTa, PA3BUTHS, TCHETUYECKOW CTAOUIIb-
HOCTH, YCTOMYMBOCTH PACTCHUI K a0MOTHYCCKAM M OMOTUYCCKUM CTpeccaM mpu oMot P, patens. OTIeHEH MOTEHITHAT
W TIPOAHATM3UPOBAHBI IPUMEPBI IPUMEHEHUS P. patens B KaueCTBE OMOTEXHOIIOTHYECKOTO 00beKTa. PaccMoTpeHs! mepc-
MEKTUBBI JaJbHEHIINX pabOT HA OCHOBE MOJIEIbHOM cucteMbl P. patens.
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This paper summarizes the anatomical, morphological, molecular and physiological characteristics of moss Physco-
mitrella patens, which is the most important plant model object among the non-angiosperm species. During eighty year
use of P. patens in plant experimental biology, a number of fundamental discoveries have been made. Studies carried
out using this plant model demonstrated new mechanisms of plant cell growth, development, DNA stability, resistance
to abiotic and biotic stresses. This paper also describes the potential of the P. patens-based applications in biotechnology
and discusses examples of successful works with P. patens as a biotechnological object. The perspectives for further work
based on the model system of P. patens are critically evaluated.
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BBenenue

B Ouonornueckux ucciueqoBaHMIX SKCIEPUMEHTAILHOIO XapakTepa NIMPOKO UCIIONB3YIOTCS MOJCIbHBIE
OPTaHMU3MBI, CPE/IM KOTOPBIX UMEIOTCS MPEJCTABUTENN HAanO0JIee BAYKHBIX M TUITMYHBIX TPYIIIT )KUBBIX CUCTEM.
3TO MO3BOJISET BBHISIBUTH XapaKTEPUCTUKU U CBOMCTBA, XapaKTepHbIE JIJIsl 1IeJI0N TPyNIbl opraHu3MoB. [Ipak-
THYECKH BCE OTKPBITHS B COBPEMEHHOW SKCIIEPUMEHTAILHONW OUOJIOTHU CAETaHbl Ha MOJICIBHBIX CHCTEMAaX.
Mopenu J0JKHBI OTBEYATh OMPEACICHHBIM TPEOOBAHHSIM: BOCIIPOU3BOJMMOCTD PE3YJILTaTOB, YTO 00eCIe H-
BaeTcs OOJNBIIUM KOJIMYECTBOM OOPAa3loB; BO3MOKHOCTH CTaHJIAPTH3AIWHU (UIUOIOTUUYECKUX TapaMeTpoB,
aHatomuu 1 Mopdonornu. CoBpeMEHHbIE 3HAHHS O TEHETHKE U (PU3UOJIIOTHUH TIO3BOJISIIOT MPOBOJUTEH DKCTpa-
TOJISIIINIO JIAHHBIX, TIOJTyYSHHBIX JUTSI MOACIIBHBIX CHCTEM, Ha APYTrHe ONU3KHe CHCTEMBI H BUJIBI.

OTKpBITHS B 00JTACTH TEHETUKH CTAIM OCHOBHBIM TOJMKOM B TIOSIBJICHUU MOJICIIBHBIX OPTaHU3MOB, UCIIOJIB30-
BaHWE KOTOPBIX BEAETCS C Havasa MpOILIOro BeKa B CBS3U C IEPEXOIOM OT HAOMIONCHUS K aKTUBHBIM JKCIICPH-
MEHTaM C KMBBIMH CHCTeMaMHU. B HacTosiee BpeMsi B HayKe IPUMEHSIETCS O0JIBIIOE KOTMYECTBO MOJICITBHBIX Op-
TaHM3MOB, YaCTh U3 KOTOPBIX YKe CTaIH KiaccuueckuMu. Cpetd MojieNieil MOYKHO BBIICIUTh MHKPOOPTaHU3MBI,
IpHUOBI, paCTeHHS, )KUBOTHBIX, BUPYCHI M JIAXKe KIICTOUHBIC KyIbTypbl. OCHOBHBIME MOJICIISIMU SIBJISTIOTCS Esche-
richia coli (Migula), Saccharomyces cerevisiae (Meyen), Drosophila melanogaster (Meigen), Neurospora crassa
(Shear), Arabidopsis thaliana (L.), Caenorhabditis elegans (Maupas), Mus musculus (L.) 1 MHOTHE IpyTHE.

Bornb1ioe 3HaueHWE HMEET IBOJIIOIUOHHOE CPaBHEHUE (PU3UOIOTUIECKUX CBOWCTB OpraHu3MoB. [1Jist 3Toro
Ba)KHBI UCCJIC/IOBAHMS TIPEJICTABUTENCH YBOJIOIIMOHHO OT/IAJCHHBIX TPyMIl. J{Jsi BBICIIMX [[BETKOBBIX pacTte-
HUI 3TO MXH ¥ BOJOPOCIH. M3ydeHre JaHHBIX TPYII MPUBEIO K WHTPOAYKIIUH HOBBIX MOJIEILHBIX CHCTEM
u opraam3MoB. Cpemu mpeacTaBUTEIeH MOX00Opa3HBIX TAKOBBIM CTaJl 3€JICHBIM MOX Physcomitrella patens,
OTIIMYAIOIINICS YBONIONMOHHON OTJJAJICHHOCTBIO OT BBICIIIMX PACTCHHUHN U PSIOM TIPEUMYIIECTB B IJIAHE KYJIb-
TUBUPOBAHUS U (HUUOIOTUICCKOTO aHAH3A.

Borannyeckasi XapakTepucTHKA
Physcomitrella patens n M0ox000pa3HbIX

Moxo00pa3Hble, Wl MXH, — rpyma GoToTpodHBIX OpraHM3MOB, OTHOCSIIMXCS K BBICIIMM CIIOPOBBIM pac-
TeHusiM. [Iponsonum ot Bomopociel uiu puHHOPUTOB puMepHO 450 MITH JIeT Hazall, ABJSIOTCS OAHUMH U3
TIEPBBIX CPEIM pacTeHH, MOSBUBIIKXCS Ha cyie [1]. B Hacrosiiee BpeMs BBIAEISIIOT BOCEMb KJIACCOB B CO-
craBe oT7ie1a MoxooOpa3HbIx (Bryophyta), Gonbliast yacTh BHJJOB KOTOPBIX OTHOCHUTCS K TPEM Kilaccam: aHJpe-
eBble Mxu (Andreaeopsida), muctoctebensHbie Mxu (Bryopsida), cdarnossie Mxu (Sphagnopsida) [2]. Ctpoe-
HUE MOXOOOpa3zHBIX Pa3HOOOPa3HO, BCTPEUAIOTCS BHUJIBI C TUIACTMHYATHIMHU TaJUIOMaMH Pa3iIUIHON (OPMBI,
JUCTOCTEOECBHBIE MXH U JIp. Y TaMeTO(HUTOB MHOTHX BHJIOB Pa3BUTHI pH30H B Pazmep Tammoma coBpeMEHHBIX
TIpeaicTaBUTENIe MOX0OOPa3HbIX, KaK MPaBUJIO, HE TpeBbIaeT 5—10 cM, HCKITIOYEHHE COCTABIISIOT BUABI PO-
noB Polytrichum w Dawsonia, KOTOpble MOTYT JOCTUTATh pasMepoB 0 70 cM [2]. B KM3HEHHOM ITUKJIC MXOB
JOMUHHPYET raMeTo(uT, y OONBITMHCTBA NpeNicTaBuTeNeii criopodut pa3But cinado [1]. s orumonoTBopeHust
HeoOXonuMa BiakHas cpefia. PacripocTpaneHbl MOXOOOpas3HbIe 10 BCEMY MHPY, B TOM YHCIIE U B 3aCYIITHBBIX
perroHax. boJbITMHCTBO BUJIOB PACTET Ha MOYBE, HO HEKOTOPbIE MPECTABUTENN OOUTAIOT Ha JIEPEBBSIX, KAMHSIX,
CKaJax, B MpecHOH Boje. Moxo0o0Opa3HbIe SBISIOTCS BAXKHBIMHA KOMIIOHEHTaMH OMOIIEHO30B, 0COOCHHO TYH/IPHI,
IJIe TIOKPBIBAIOT OOJBIIYIO YacTh TeppuTopuii [3]. braromapst CHOCOOHOCTH YIep>KUBATh BOAY UTPAIOT BAKHYIO
POJIb B YCTAHOBJIEHUH BOJIHOTO OanaHca B SKOCHCTEMax, B TO e BpeMs MOTYT CIIOCOOCTBOBATh 3a001aunBa-
HUIO TTOYBBI. MOX000pa3Hble HAKAIUTMBAIOT PaHOaKTUBHBIE AIEMEHTHI U IPyTHe BPEIHbIE BEIIECTBA, YTO MOXKET
OBITh MCITOJIB30BAHO I OHOpeMenuaiuy mods [4]. MHorre MoXoo0pa3sHbIe CITy:KaT MHAMKATOPAaMH 3arpsi3He-
Hust cpenipl [3; 4]. Charaym 1 HEKOTOpbIE Ipyrie BHJBI UCIIONB3YIOTCS B MequnHe. KpoMe Toro, carHoBbie
MXH y4acTBYIOT B 00pa3oBaHuH TOp(ha, KOTOPBIN MPUMEHSIETCS B KAYECTBE TOIUINBA M €CTECTBEHHOTO YIOOpEHUS
B cellbcKoM Xo3stiicTBe [4]. Takxke MXU MPEACTaBISIOT 0cOOBIN HHTEpeC sl PyHAaMEHTAIBHON U IPUKIIATHON
HaykH. braronaps ToMy 4To MXHM OOMTAIOT B PA3TUUHBIX YCIOBUSAX, OHU CTAJH MOMYJSPHON MOAEIBIO [T U3y-
YeHUsI afanTayii pacTeHHH K CTPECCOBBIM (haKkTopaM Kak OMOTHYECKOH, TaK M a0MOTHYECKOW MPUpOE [5; 6].
OnauM u3 HanboJee XOPOIIIo H3YUCHHBIX TIPEACTaBUTEICH MOXOOOPa3HBIX SBJSICTCS P, patens.

Physcomitrella patens (Hedw.) Bruch & Schimp (pon Physcomitrella, cemeiictBo Funariaceae, mopsiaok
Funariales, xnacc Bryopsida, otnen Bryophyta, apcto Viridiplantae) — THIIYHBIH TpeICTaBUTENb JTHCTOCTE-
OesbpHBIX MXOB (puc. 1) [2]. B Teuenue nocnenuux 80 siet P patens akTUBHO MCIOIB3YETCS B UCCIICIOBAHHSIX
KJIETOYHBIX MEXaHHU3MOB POCTa U Pa3BUTHS PAaCTEHH, reHepalu U (PU3NOJIOrHYeCcKOro aHaIn3a HOKAyTOB 110
pa3NUYHBIM TE€HaM, CPeI KOTOPBIX HanOosee BaXXHBIMH SBISIOTCS TeHbl ARPC4 n BRICKI, ydyacTByiomye
B IIPOIIECCE POCTA PACTSHKCHUS KOHIICBBIX KIICTOK IIPOTOHEMEI [ 7; 8], TeHBI ()aKTOPOB TPAHCKPHIIIIUH, YIACTBYIO-
M€ B TIpolieccax yKOPeHeHUs pacTeHui [9], a Takke reHbl BaXKHBIX CUTHAJIBHBIX MyTeH )KUBOTHBIX, HAIPUMEDP
T'€H, KOIUPYIOIINI OEIOK MPEeCEeHMIINH — OJIMH U3 OCHOBHBIX KOMITOHEHTOB curHanbHoro mytd NOTCH, napyte-
HUE padOThl KOTOPOTO MOYKET MOCTYKUTh MIPUYHHON pa3BuTHs 0oie3nn Anbireiimepa [10].
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Hapsiny ¢ nanopoTHHUKaM# U CEMEHHBIMH PACTCHUSIMH Y MXOB, TaKHX Kak P. patens, Ha0Jto1aeTcs 4epeio-
BaHHUE MMOKOJICHUI: TallJIOUIHOE MTOKOJICHHUE, [TPEICTABICHHOE raMeTOPUTOM, CMEHSIETCSI TUILIOMIHBIM — CIIO-
podutom. OnHAKO, B OTIIMYKE OT TAIIOPOTHUKOB M CEMEHHBIX PACTEHUH, Y MXOB TaMeTO(MUT SBISIETCS JOMHU-
HUPYIOIUM TOKOJIeHUueM. JKu3HeHHbIH UK P, patens ((PHCKOMUTPEIUIBI) MOJKHO TIPEJICTABUTH B BUJIC CXEMBI,
n300pakeHHO# Ha puc. 2 [5].

ala

Puc. 1. Mukpodotorpabuu mxa Physcomitrella patens (Hedw.) Bruch & Schimp:
a — XJIopoHeMa; 6 — paszsurie ramerodura u3 xioponemsl. [lkana: 0,5 mm
Fig. 1. Microphotographs of moss Physcomitrella patens (Hedw.) Bruch & Schimp:
a — chloronemal cells; b — growth of gametophyte from chloronema. Scale: 0.5 mm
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Puc. 2. usnennslit uukn mxa Physcomitrella patens.
CBeTII0-CephIM IIBETOM 0003HAYEHBI FaIUIONAHBIC CTAINH,
TEMHO-CEPhIM — JUIUIONIHBIC (aIalTUPOBAHO U3 [5])
Fig. 2. Life cycle of moss Physcomitrella patens.
Light gray color indicates haploid stages, dark gray — diploid (adapted from [5])

JKvznennsiii uKn P. patens, Kak W TIOAABISIONIETO OONBITHHCTBA MXOB, HAUMHAETCSA C MPOPACTAHMS Ta-
IUIOUIHBIX criop. W3 cnopbl mpopacTaeT HUTYATBI TaMEeTO(QHT, PEACTaBICHHBIH MEPBUYHON MPOTOHEMOH,
KOTOpas 3a CUeT JEJICHMs AlMKaJbHBIX KIETOK IPEBPAIIACTCs B XJIOPOHEMY. XJIOPOHEMHbBIC HUTH COCTOSIT
U3 KJIETOK C TUIOTHOYTIAKOBAaHHBIMU OOJIBIIUMH XJIOPOTIacTaMU. ATIMKaJIbHbBIC KIETKHA XJIOPOHEMBI KasKAbIi
Yac yBEJIMUYMBAIOTCS B pa3Mepe Ha 2—5 MKM, A€JICHUE allMKaJIbHBIX KJIETOK XJIOPOHEMHBIX HUTEH MPOUCXOIUT
Kaxable 22-26 v [5]. Taxxe 0b1710 00HAPYKEHO, YTO K JIEIEHUIO CIIOCOOHBI M CyOanmuKanbHbIe KIETKH, HO HE
Oosiee 2 pa3 uIsl yBEIMYCHHUS Pa3BETBICHHOCTH XJIopoHeMBbl. CO BpeMEHEM HEKOTOPbIE alMKalbHbIEe KICTKH
XJIOPOHEMBI Pa3BUBAIOTCS B KJIETKH KayJIoHeMbl. [IpumedarensHo, 4TO 3TOT IpoLecc KOHTPOIUPYETCsl MHIOI-
3-yKCyCHOU KUCJIOTON. B HacTosIee BpeMst 3TO eIMHCTBEHHBIN ayKCUH, 00HAPYKEHHBIN Y JaHHOTO Mxa [11].
Krnetku kaynoHeMBbl coep:kaT MEHbLIEE KOJIMYECTBO XJIOPOIUIACTOB, U 110 CPABHEHHUIO € KJIETKAMU XJIOPOHEMBI
9TH XJIOPOIUIACTHI Pa3BUTHI TOpasio Xyxke. KieTkn kayinoHeMbl yBenuunBaroTcs Ha 25—40 MKM B yac 1 AemsTces

41



Kypnaa Besopycckoro rocyiapcTBeHHOro yausepcurera. buosorus. 2018;2:39-47
Journal of the Belarusian State University. Biology. 2018;2:39—47

kaxaeie 6—8 4 [5]. C yBennueHNUEM KOIMUECTBA ACIICHUN ITH KJICTKH CTAHOBSITCS TOTUIUIONIHBIMA. borbIas
4acTh CyOanMKaIbHBIX KJIETOK KayJOHEMBbI CHOBA MPEBPAIIACTCS B XJIOPOHEMY, OMHAKO ApyTasi 4acTh KIETOK
KayJIOHEeMBI JTaeT Ha4daJlo TaK Ha3bIBAEMBIM JINCTOBBIM ITOOEraM, Wi rameTodopam, Ha KOTOPBIX MOPKE paz-
BHBAIOTCS TaMETaHTHUHU. B My»KCKHX raMeTaHTHsIX (aHTEPUIMSX) TPOUCXOJUT Pa3BUTHE MOJABI)KHBIX MYKCKHX
ramer, T. €. CIIePMATO30MI0B, B )KEHCKHUX TaMETaHTHAX (APXETOHHUAX) — KEHCKUX raMeT. AHTepUINU U apXxe-
TOHHMHU HAaXOJSTCS Ha OTHOM o0ere, MOATOMY Yallle BCEro HaOIIoIaeTCs MPOLEcC caMoOoIIonoTBopeHus. [1pu
JOCTaTOYHOM BIIAYKHOCTH TTOJIBHKHBIE CTIEPMATO30MIbI OTIOAOTBOPSIOT SHIIEKIETKY. M3 3UTOTHI pa3BuBaeTcs
CHOPOQHUT, COCTOSIIUI U3 CIOPOOpa U CIIOPAHTHSI, B KOTOPOM IPOUCXOAUT co3peBanue okoio 4000 crop.

B npupozae cnopsl 00BIYHO MPOPACTAIOT B Hadaje JieTa BO3JIE PeK, 03ep WM Ha 3a00J0YeHHBIX MOJISX.
KopoTkuii cBeTOBOI IeHb U TemrepaTypa Hike 18 °C HHIYIUPYIOT pa3BUTHE TaMETAHTHECB M TaMETOTCHE3.
Co3peBaHue Criop MPOUCXOJUT B KOHIIE JIeTa WK B Hayasie oceHu. Co3peBlIne Clophl 3MMYIOT B ITOUBE U NPU
HACTYIUICHUU ONIarOTPUSATHBIX YCIOBHIA TIPOPACTAIOT. P patens MIMPOKO paclpoCTpaHeHa B YMEPEHHBIX IIH-
porax ot CeBepHoli Amepuku 0 EBporel 1 A3un [11]. B naboparopun KynsTUBHpOBaHUE (PHCKOMUTPEILITHI
ocyuecTBisieTcs mpu temmneparype 25 °C u 16-yacoBoM cBeTOBOM AHE. /7151 MHIyKUIUK raMeTOreHe3a TeMIe-
paTypy OHIKAOT 110 15 °C 1 KyJIbTUBHPYIOT TIPH 8-4aCOBOM CBETOBOM JHE [5].

VY P. patens oOHapy»keHa BBICOKasi CIIOCOOHOCTH K pereHepauuu. [Ipy MexaHn4ecKoM MOBPEkKICHUH TKaHEH
criopoduTa WM TaMeTopuTa MXa, HapUMep B TKAHEBOM T'OMOTEHH3aTOpe, HAOIIOAAETCs MPOIECC pereHepa-
LIUH, TIPYU KOTOPOM M3 KyCOUYKOB TIOBPEXK/IEHHOM TKaHU HAYMHAET Pa3BUBAThCS MPOTOHEMA, KaK U MPH MIpopacTa-
HUH CIIOp. DTy MPOTOHEMY MOYKHO UCTIONIB30BaTh YIS JalTbHEUIIETO KYJIFTHBUPOBAHUS, YTO IA€T BO3MOKHOCTh
MUMETh KYJIBTYpy raMeTo(uTa Mxa B BUJIe TIPOTOHEMHOM CTaJliK, MUHYS cTajiuio criopodura. bonee Toro, ecim
B JIa0OPaTOPHBIX YCIOBUSAX MCIIONB30BaTh TKaHb CIIOPO(UTA, TO TIPH €€ pereHepaLuy MoIy4aeTcs AUTUIONIHBIN
ramMeTo(uT, KOTOPBI Pa3BUBAETCS aHAJIOTHYHO TAITIONIHOMY TaMeTO(UTY, HO 3HAYUTENHFHO MeuieHHee. O4eHb
penko 00pa3yroTCs MOMUILIONIHBIC ITaMMbl P. patens [S]. TlonyueHne TUIIOWIHBIX TETEPO3UTOTHBIX TaMETO-
(DUTOB J1aeT BO3MOXKHOCTH OIPEACISIThH JOMHHAHTHBIC U PEIIECCUBHBIE TeHBI. TakiKe CyIIEeCTBYIOT paziIHyHbIe
METOJIMKU CO3/IaHUsl MPOTOIUIACTOB M3 KIIETOK (HCKOMHUTpeNutbl. [IpoTomiacTel mMpeuMyIecTBEHHO HMCIOb-
3yIOTCSI A71sl MyTareHe3a ¥ COMaTH4eCKOM THOpUIN3aLiy, Y 3TOM HabmonaeTcst BeIcokuit mpoueHtT (50—90 %)
BoccTa”oBieHus [11].

JBOJIOIHOHHbIE U TeHeTHYeCKNe ocobeHHocTH P, patens

P. patens 3apexomenoBana ceds B KaueCTBE YJaYHOM MOJEIBHON CHCTEMBI IPU U3YUCHUH MOJICKYISP-
HBIX U ITUTOTCHETHYECKUX OCHOB pa3BUTHS pacTeHuii [11]. DBONIOIMOHHOE pacCcTosTHUE MEXY P, patens M I0-
KPBITOCEMEHHBIMU COMOCTABUMO C BOJIIOLIMOHHBIM PACCTOSIHUEM Mexay D. melanogaster 1 4eI0BEKOM, YTO
JlaeT BO3MOXKHOCTb AETAJIbHO U IIyOOKO M3yYNTbh MHOTME HOBBIE aCIIEKTHI SBOJIIOIMHU BBICIINX pacTeHuii [11].
B 2008 r. P. patens ctana nepBbIM IPEICTABUTENIEM HA3EMHBIX PACTCHHM, HE OTHOCSIIUXCS K TOKPHITOCEMEH-
HBIM, U KOTOPBIX OBIT TIOTHOCTHIO pacudposad reHoM [12]. Anann3 konmdectBa JJHK B knetkax ducko-
MUTpEJUIBI MTOKa3al, 4YTo Ha OfHY KJIETKy B cpeaneM npuxomutcs 0,48—0,56 nr JIHK, uro cooTBercTByeT
500-540 M6 [11]. B nHacrosmee Bpemsi oOHapyx)eHO U aHHOTHpoBaHO Oojee 25 000 TpanckpunToB. Takxke
CEKBCHUPOBAH TCHOM XJIOPOILIACTOB M MHUTOXOHHApHUi P. patens [5; 11; 13]. [eHOM MHUTOXOHIpHIA OKa3acs
cambIM MasieHbKUM (105 340 map ocHOBaHMIA) cpeiy BCceX CeKBEHUPOBAHHBIX HAa3eMHBIX pacTenuil [13]. Ana-
JIM3 TeHOMa U NPOTEOMa MUTOXOHIPUI TaHHOTO MXa JEMOHCTPUPYET BBHICOKOE POJCTBO C XapOBBIMH BOJO-
pocisimu [14]. OnHako, B OTIMYKE OT BOJOPOCHE 1 IBETKOBBIX PacTeHUH, P, patens UMeeT KpyIHbIE, XOPOIIO
3aMETHBIC 110]] MUKPOCKOIIOM MUTOXOHAPHH, UTO JEJIAeT JaHHBIM MOX HHTEPECHBIM O0OBEKTOM AJISI M3YUCHUS
pacTUTENbHBIX MUTOXOHIpUH [14].

Cunraercs, 4T0 MOXOOOpa3HBIE U IIBETKOBBIC pacTeHUst uMen oo1ero npeaka 200—400 mirH et Hazan [5].
CpaBHUTETBHBIN aHATN3 TPAHCKPUNTOMOB P. patens n A. thaliana mokasai, 9To Kak MUHUMYM 66 % T€HOB
A. thaliana nmerot romonoru B P. patens [7]. Ilo Hanbonee NpuHATOMY B TeHETUKE MHEHHUIO, (PUCKOMUTpEIIa
HaCUUTHIBAET 27 XpOMOCOM — 3TO BBIIIE, YEM Y IPYTUX XOPOLIO N3YUEHHBIX NPEACTaBUTENECH MXOB [5].

HccnenoBanne MOJEKyIIpHO-TEHETHUECKHUX TPOIIECCOB P. patens TIO3BOIMIIO CIENIaTh €€ MOJICNBHOM cHc-
TeMoi rpu m3ydenuu pernapanuu JJHK ¢ momonipro roMosioru4Hoi pekoMOuHauu. JlaHHbBIN THIT perapariu
HauboIee BaykeH JUTsl CTAOMIIFHOCTH TeHOMA PAaCTeHUH | KHUBOTHBIX [ 15]. MiccrnenoBanre MyTaHTOB IO TeHAM,
YUYaCTBYIOIIMM B perapanny JByXLETOUEUHBIX Pa3pbIBOB, a0 BO3MOXKHOCTh JIETabHO M3Y4UTh POJib Oel-
koB komriekca MRN (komrurekce u3 Tpex 0erkoB, 00eCIeynBaIOIINN PErapanio JBYXIIETTOUYEUHBIX Pa3PHIBOB
JIHK) B mporieccax penapaiuu y Ha3eMHbBIX pacTeHuil [16].

Mxu ObUIM OIHUMHM M3 NEPBBIX CPEAM PACTEHHH, KOTOpbIE BBILUIM Ha cymry. WX mpenku — Bomopociu
o0HTaNy B COJICHOW BOJIE M MMEJH XOPOIIO pa3BUThIe MexaHu3Mbl 60pbObI ¢ 30biTKOM NaCl. B mporecce
9BOJIIOLIMY Ha3€MHbBIE PACTEHUS YTPATUIIM YacTh 3TUX MEXAHW3MOB, OJHAKO MHOTHE MXH MX coxpaHwiu [17].
P, patens criocoOHa BBIICPKUBATh BRICOKHE KOHIICHTPAIIUU COJH, T. €. sBiseTcs ranodurom [11]. Mccmemo-
BaHMsI T€HOMA 3TOr0 MXa MOATBEPIMIN HAINYKNE OJHOBPEMEHHO Psila MEXaHU3MOB, IIOMOTAIOIINX OOPOTHCS
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¢ BeICOKMMHU KoHIeHTpanusiMu NaCl kak BOJOpOCISiM, TaK M BBICIINM pacTeHHUsiIM. B wacTHocTH, 00HapY-
xeHa Na' -AT®aza [18-20], 6au3Kas M0 CTPOEHHIO K aHAJOTHYHBIM (PEPMEHTaM y MOPCKHMX BOIODPOCIIEH,
u Na'/H -autunoprep (SOS-1), XapakTepHblii /g BeICIINX pacTeHuit [19]. DTH GpepMeHTHI HAIPAMYIO yuacT-
BYIOT B BBIBEJICHUH W30bITKa Na' 13 KJIeTOK. BHICOKHE KOHIIEHTPAIMH COJIU TAKKE CIIOCOOHBI BBI3BATh OCMO-
THdecKkuil crpecc. s 60phObI C TAKUM CTPECCOM B KJIETKAaX MXa MPUCYTCTBYET OENIOK JETUAPHUH — MPOIYKT
rera dhnA [18]. [loaydeHsl 1aHHBIC, YKa3bIBAIOIIME HA TO, YTO MOBBIIICHHBIC KOHIICHTPAI[MK COJIU B CpEJie
CTUMYIUPYIOT ¥ (DUCKOMUTPEIITBI BBIPAOOTKY CTPECCOBOTO TOPMOHA a0CIIM30BOM KHCIOTHI, MHAYIIUPYIOIIETO
IKCIIPECCHIO T€HA JETHUAPHHA M JPYTUX T€HOB, MPOJAYKTHI KOTOPBIX MOMOTAIOT CIPABUTHCS PACTEHHUIO C CO-
JIEBBIM U APYTMMH BHIAMH aOHOTHYECKUX cTpeccoB [18]. B 3aBHcHMOCTH OT yCIOBHH pa3HBIMH aBTOpPaMHU
MoKa3aHo, uTo P. patens ciocoOHa BBIIEPKUBATh KoHIIeHTparii NaCl BIUTOTE 10 1 MOJIB/JT, 9TO CYIIECTBEHHO
BBIIIIC aHAJIOTHMYHBIX KOHIEHTPAIUH i OOJIBIIMHCTBA MOKPBITOCEMEHHBIX pacteHuit [18; 20; 21]. Kpome
COJIEYCTOHYHUBOCTH, P. patens mokaszaiia XOpoIIne pe3yJabTaThl B SKCIIEPUMEHTaX 0 BBDKHBAHUIO PACTEHUH
B YCIIOBUSX HEIOCTATKa BJIATH, BHICOKUX M HU3KUX TEMIIEpaTyp. YCTAaHOBIEHO, YTO Jake mpu motepe 92 %
CBE)KEH Macchl JaHHBIH MOX BOCCTAHABIUBAJICS B HOPMAJIbHBIX YCIOBUX. B P. patens oOHapyXeHBI U H3yue-
HBI TeHBI, YIACTBYIONTNE B QIaNTAlNA K HU3KUM W BEICOKUM TemIieparypam [22].

duckoMHUTpeIIa MHUPOKO TPENCTaBIeHa B Pad0OTax MO M3YUYCHUIO B3aMMOJCHCTBUS MAaTOT€HHBIX TPHOOB
1 OaKTepuil ¢ pacTUTENBHBIMU KileTKamu [23; 24]. 3a mocieaHue roapl OmyOIMKOBaHBI PE3yJIbTaThl HCCIEI0-
BaHMI B3auMoJieicTBUsI P. patens ¢ 6onee uem 20 ¢puTONaToreHHbIMH OAKTEpUSIMH M TPUOaMH, B TOM YHCIIe
Fusarium sp. Phytophthora capsici v Botrytis cinerea, KOTOpbI€ SIBISIFOTCS OJJHAMH M3 CaAMbIX PaCIIPOCTPaHEH-
HBIX MIATOTCHOB pacteHuid [25-27]. Uzyuena ponb GpUTOrOpMOHOB, MEMOpPaHHBIX PEIENTOPOB U (DEPMEHTOB
B OTBET Ha 3apaxkeHue [28].

B nocnegame roapr akTUBHO M3YYArOTCSl HOHHBIE KaHAJBI B KIIETOUYHBIX MeMOpanax P, patens [29-31]. O6-
HapyXeHbl 1 u3ydeHsl kaHainbel SV (Slowly activating vacuolar channel), FV (Fast activating vacuolar chan-
nel), TPC (Two-pore channel) u TPK (Two-pore K channel), yuactsyromue B Tpancnopre nono K, Na',
Ca™ u gap. [29]. TToka3aHo WX y4acTHEe B CTPECCOBBIX PeaKIMsX y AaHHOro oprammsma [30]. Kpome Toro,
oOHapyKeHbl KaHaJIbl, yUaCTBYIOIME B IEPEHOCE HUTPATOB U HUTPHUTOB [31].

HUcnonb3oBanue P. patens B 0MOTEXHOJIOTUH

HeocnopumbiM nmpenMyIiecTBOM KyJIbTUBUPOBaHUSI P patens B 1a0OpaTOPHBIX yCIOBHUSIX SIBISETCS CIO-
COOHOCTb 3TOTO MXa pacTH Ha cpelax OueHb IPOCTOro cocrasa. Yame Bcero ucnonbdyercs cpena Kxoma
B pasnnuHbix Moaudukammsax ¢ pH 6,5 [5]. [Ipu 3ToM cpeia He COAEPIKUT caxapoB MM KaKUX-THOO APYTHX
OpPraHMYECKUX COCAMHEHHH, a HUTPAT BHICTYIIACT B Kau€CTBE €AMHCTBEHHOI'O MCTOYHHMKA a3oTa. s ycko-
peHus pocTa MHOT/A MCTIONB3YIOT BKIIIOYEHHE B Cpely TapTpaTa aMMOHUS KaK JIOTIOJIHUTEIBHOTO HCTOYHHUKA
asora [11]. Kpome Toro, yka3aHHBIH MOX JIETKO KyJBTUBUPYETCS B OMOpeakTopax (hepMeHTepax) Kak OTKPbI-
TOT'0, TAaK ¥ 3aKPBITOTO TUIIA C IOTIOJHUTEIBbHBIM IIpoAyBaHueM Bo3ayxoMm uiu CO,.

[IpocToTa KyABTUBHUPOBAaHUS BMECTE C YHHKAJIbHBIM METAa0OIU3MOM IMO3BOJISIET MCIONIB30BaTh P. patens
JUISl TTOJTyICHUS BEIIECTB PA3IMUYHON IPUPO/IBI B IPOMBILUIEHHBIX MaciuTadax. M3 3Toro mxa BbIIEIISIOT HOMHU-
HEHACHIIIEHHBIE KUPHBIE KUCIOTHI, B TOM YHUCIIE apaxHIOHOBYIO KHCIIOTY, KOTOpas SIBISETCS He3aMEHHMOMN
[t gyenoBeka. KpoMe Toro, ¢ moMoIibp0 MyTaHTHBIX U TPAHCTEHHBIX JIMHUM 3TOT0 MXa MPOU3BOIAT pas3yiny-
HBbIE TEpIeHbI, (PeHOIBI, (DITABOHOH/IBI M JPYTHE CIOXKHBIE OPTaHMYECKHE BEIIECTBA, KOTOPHIE MPUMEHSIOTCS
B MeaunuHe [32]. Pan skcriepuMEHTOB MOKa3bIBAET, YTO P patens MOXKET HCIIONb30BaThbCs JUIsl TOMYy4EHUs
reTeposoruyHbIX OenkoB. Hampumep, HamaxeHO HPOM3BOACTBO CHUIIBHO IIIMKO3MIMPOBAHHOTO IENTHIHOTO
ropMoHa 3puTponostuHa [33], a Takxke pakropa H cucremsr kommiemenTa uenoseka [34]. [Tonyden TpaHcreH-
HBI MOX P. patens, TpOAyIUPYIOIINN apTeMU3HHUH — OBICTPOACHCTBYIOIIEE BEIECTBO MPOTUB MalsipuH [35].
B Hacrosiiee Bpemst P. patens paccMaTpuBaeTcsl Kak MepCreKTHBHBIN 00bEKT JUIst OTy4eHus BakiuH [33].

Haubos1ee BakHbIe OTKPBITHS,
clleJIaHHbIE ¢ UCNoIb30BaHueM P. patens

Brnaromaps P, patens caenaH psii OTKpBITHL B COBpeMeHHOM Gronoruu pactenuit. ITokasano, uto Ca’* urpaet
KJIIOUEBYIO POJIb B MPOLECCE POCTa PACTSKEHUS KIEeTok [36]. B skcrnepuMeHTax mo yCTOMYMBOCTU PacTEHUM
K pasiuanuu OblI0 00HAPYKEHO, UYTO JAHHBIM MOX SIBJISIETCSI PE3UCTEHTHBIM K BRICOKUM JI03aM Y-M3ITydeHus Ona-
rofapsi yHUKaJbHOU CUCTEME, MHTHOMpYIOLel oOpa3oBaHue AByX1enouedHbIX pa3psiBoB JJHK 1 ciocobeTByto-
mieit ux OvIcTpoit penaparwm [37]. Kpome Toro, P. patens mMeeT YHUKAIBHBIN MEXaHU3M OHOTpaHCHOpMaIin
MBIIIBSIKA, YTO MTO3BOJISET UCIIOIBh30BaTh €€ B OMOpeMeraliuy cpel, 3arpsi3HeHHbIX As [38]. P. patens cwirpaia
HEMAJIOB)KHYIO POJIb B OTKPBITHAX B 00JIACTH 3BOJIIOLUH PacTeHUH. B 4acTHOCTH, CpaBHUTEIbHBIN aHAIN3 Te-
HOMOB H TPAHCKPHIITOMOB apaduiorcuca 1 GUCKOMUTPEIUTBI HE TOJBKO MOATBEPINIT TUIIOTE3y 0 MOHO(DUIIETH-
YEeCKOM TMPOUCXOXK/ICHHN BCEX HA3E€MHBIX PACTECHHI, HO ¥ TIO3BOJMII BBISIBUTH TPYITIBI TEHOB, KOTOPBIE B XOJIE
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SBOJTIONMN HA3EMHBIX PACTEHUH ObLTH yTepsHbI [39]. bmaromaps ceKBEHHMpPOBAHUIO XJIOPOILIACTOB P patens
ObUIa JIOKAa3aHa TUIOTE3a O MUTPALIMU T€HOB M3 XJIoporuiacToB B sipo [40]. [Tocne Toro kak ObLia BbIABICHA
BBICOKasi TOJIPAHTHOCTh JAHHOTO PACTEHHS K 3acCyXe, 3aCOJICHUIO M OCMOTHYECKOMY cTpeccy, (PMCKOMHUTpesia
cTaja aKTUBHO WCIIONBb30BAThCS JUIS U3YUSHHUS CTpecca y pacTeHHi. BhISBICHBI reHbl, U3BMEHEHHS! B KOTOPBIX
ObUTH HEOOXOIMMBIM YCIIOBHEM JUIS BhIXO[a pacTeHui Ha cyiny [41]. biaromapst vccienoBaHusM, BBIMOIHECH-
HBIM UMEHHO Ha P. patens, yaanoch pacKpbiTh QyHIIaMEHTaIbHBIE MEXaHU3MbI (POTOPETYIISIIIMU U TIPOCIICUTh
IBOIONHMIO (POTOMPOTEKIINHU Y Ha3eMHBIX pacTeHnid [42; 43]. Takxke ¢ MOMOIIBIO UCCIeOBaHUN Ha P. patens
YAaJI0Ch BBIABUTH SBOJIOIMOHHBIN IyTh BOZHUKHOBEHHS YCTBHII Y BBICIINX pacTeHHH [44].

3aKiIoueHune

IIpoBeneHHBIN aHAIU3 IMTEPATyPHBIX JAHHBIX IIOKa3all, 4To P. patens aKTUBHO UCIIOJb3yETCSl B KAUECTBE
MOJIETTLHOM CHCTEMBI TIPH pa3padOTKe Pa3IUIHbBIX MPOOIEM IKCTICPUMEHTATLHON OMOIOTHHI pacTeHUN U OHO-
TexHosnoruu. Mox P. patens cran NepBbIM BHAOM, HE OTHOCSIIMMCS K TMOKPBITOCEMEHHBIM, JIJISi KOTOPOTO
Cpe/ii PACTHUTENBHBIX OOBEKTOB OBbLI TTOJIHOCTBIO pactIM(poOBaH TeHOM. AHAJIH3 TeHOMa U (PU3HOJIOTHIECKUX
MIpoIeccoB y P. patens TIOKa3all €ro CXO/ACTBO C XapOBBIMU BOAOPOCISIMH U MIOKPHITOCEMEHHBIMH PACTEHHUSIMH.
3TO MO3BOJISIET UCTIONIL30BATE P. patens B psifie yHUKAIBHBIX UCCIICJOBAHHI B 00JIACTH SBOJIIOIIMOHHON (PHU3HO-
JOTHH pacTeHuid. JOMMHUpOBaHUE CTAMK raMeTo(UTa M XOPOIIO JCTEKTUPYEMBIH POCT PAaCTsHKEHHEM TPO-
TOHEMBI MTO3BOJISIIOT TIPOBOIUTH TECTUPOBAHKE MPOIIECCOB POCTA PACTSHKEHNEM Ha YPOBHE OJJMHOYHOMN KIETKH.
Taxum 06pazom, ynanoch yCTaHOBUTH PAJ] IIEHTPAJIbHBIX MEXaHU3MOB POCTA M Pa3BUTHUS PACTEHMI, TTOKa3aTh
POJIb OTAETBHBIX TEHETUYECKUX MPOTPaMM B JIAHHBIX Tporeccax. Mox P. patens 006iafgaeT KPyIHBIMU, XOPO-
10 Pa3TUYUMbIMH TIOJ] MUKPOCKOTIOM MUTOXOHIPHSIMH, YTO TIO3BOJISIET IPOBOJAUTH UCCIIETOBAHUS PACTUTENb-
HBIX MHUTOXOHJIPUH, X OpraHM3allui ¥ (YHKIIMOHAJIBHBIX 0COOCHHOCTEH. YHHKaIbHBIC CBOICTBA JaHHOTO
MXa, XOpoIIast U3y4YeHHOCTh TeHEeTUYeCKUX U (DU3HOIIOTHUYECKUX OCHOB BMECTE C TIPOCTOTOM KyJIbTHBHPOBA-
HUS TIO3BOJIMIIM CJIENaTh psiji GyHIAMEHTAIBHBIX OTKPBITHHA B 00JIACTH (DM3HOJIIOTHH M IBOJIONUHU PACTCHUH.
[MoaTBepskaeHa rumnore3a 0 MOHOQUICTHYECKOM TIPOUCXOXKICHUN BCEX HA3EMHBIX PACTEHH, TOKa3aH 3BOJIIO-
LIMOHHBIN MTyTh BO3HUKHOBEHMS YCTHUIl Y BBICIIUX pacTeHUil u Ap. OTKPBITH (yHIaMeHTalbHble MEXaHU3-
MbI YCTOWYMBOCTH PACTEHUM K aOMOTUYECKUM U OMOTHUYECKUM cTpecc-(hakropaM. YHUKaIbHBIA MeTa0O0INu3M
Y CITOCOOHOCTH pacTH Ha MPOCTHIX Cpeiax MO3BOJSIOT UCTIONB30BaTh P, patens B KauecTBe OMOTEXHOIOTHYE-
cKkoro 00bekTa. C MOMOIIBIO JAHHOW CUCTEMBI TTONTYUYEH PSiJI CIIOKHBIX OPraHMYECKUX BEIIECTB OCITKOBOM U He-
0eJIKOBOH TIPUPOJIBI, CPE/IM KOTOPHIX HAanOO0JIee BaXKHBI TOPMOHBI M HE3aMEHUMBIE JKUPHBIC KUCIOTHI. JlanbHei-
mee u3yueHue P. patens SBISETCS OAHUM M3 KIIOUEBBIX HAINlpaBIE€HUH s pacin(poBKH 3aKOHOMEpPHOCTEN
9BOJTIOIIUHY HA3EMHBIX PACTEHUI, pacIIMpseT BO3SMOKHOCTH UCIIOIH30BAHNUS JAHHOTO PACTUTEIBHOTO OPTaHU3-
Ma B KauecTBe BHICOKOA(P(PEKTUBHOTO «OMOpeakTopa» B OMOTEXHOIOTHUECKUX MPOU3BO/ICTBAX.
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