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KonoHnaabHbIe THAPOUIBI — MPUMED IeleHTPATM30BaHHBIX OPraHM3MOB MOIYJILHOTO TUTIA. B HUX HeT opra-
HOB LIEHTPAJIU30BaHHO peryasiuu. PacripenenurenbHas cucteMa (yHKIIMOHUPYET 32 CUET MHOXKECTBA PaB-
HO3HAYHBIX ITyJIbCATOPOB, COETMHEHHBIX TPYOUYATHIM IIeHOCApKOM. B pe3yibraTe HeynpaBisieMoro B3auMoeii-
CTBUSI ITyJIbCATOPOB BO3HUKAIOT MPOTSLKeHHbBIE TeueHus1 ruaporuia3mel (I'TIT) B o61ieit moaoctu KoaoHuu. Pe-
TYJISIpPHOCTh U TIpoTsLKeHHOCTh I'TIT Moryr ObITh mokaszaTensiMu 3(Pp(PEKTUBHOCTUA NEeLCHTPATM30BaAHHOMI
opranuzanuu. KojlloHHaJbHBIX TMIPOMIOB MOXHO PAaCCMaTPUBATh KaK YIOOHYIO MOAEJIb JIFOObIX HELIEHTPaI -
30BaHHBIX OMOJIOTMYECKHX CUCTEM, a PACIIPEICIIUTEIIBHYIO CUCTEMY KOJIOHMATbHBIX OPTaHM3MOB — KaK pa3HO-
BUIHOCTb KOMMYHUKAIIMOHHBIX CTPYKTYP Y MPOIIECCOB, YTO U OMPEAEISIET aKTYaTbHOCTb PE3Y/IbTaTOB JAHHOTO
nccienoBaHus. Padbora nmocssieHa ornpenesieHuio 3POeKTUBHOCTY (TaIbHOCTH 1 00beMaM) TpaHCIIOpTa B3Be-
IIEHHBIX B TUAPOIUIa3Me MUIIEBBIX YACTUIL MO CTOJIOHY OOMTAIOIIETO Ha TUTOPAIM KOJIOHUATBHOTO THAPOUIA
Dynamena pumila B 3aBUCUMOCTH OT YeThIpex (hakKTOpoB cpeabl. DTo TeMrteparypa (10, 15, 20, 25, 28°C), cone-
HOCTb (26, 20, 15, 10%o0), ocyienue (auTeabHOCThIo 5, 10, 20, 30 MUH), HAJTMYME WK OTCYTCTBHE BOIOOOMEHA.
Crnioco6HOCTB K 3(h(HeKTUBHOMY TPaHCITOPTY OMPENeSISIeTCSI pACUETHOM MPOTSKEHHOCTBIO JIOKAIBHBIX TOKOB
TMIPOILIa3Mbl, U3 LIETIOUYKM KOTOPBIX CKJIAbIBAIOTCSI HEMTPEPhIBHBIE MHTErPAIbHbIE THAPOIIa3MaTUYeCKUe Te-
yenus (I'TIT). JlokaabHbIe TOKM, OXBAaTHIBAIOIINE OOVH—IBA MOMIYJIS CTOJIOHA W TEOPETUYECKU TOCTATOYHbBIC
JUTsl TeHepalii COBMeCTHBIX MPOTskeHHbIX [ TIT, omMHakoBO MpeacTaBieHbl ITOYTH MPY BCEX 3HAUEHUSIX U3Y-
YeHHBIX (hakTopoB cpenbl, Kpome 28°C u 10%o0. DTO 03HAYAET, YTO pacIpeneuTeTbHast cuctema D. pumila -
(hekTHBHA B IIIMPOKOM CMEKTPe UBMEHEHUT TEMIIEPATyphl U COJIEHOCTH, a TAKXKE MPU MTPOAOKUTEIbHOM OCY-
IIEHUH Y IIPU CONIep>KaHUM KOJIOHWI B cTosiueii Bonme. Hanbombinast 3pheKTMBHOCTh MHTETpalliy KOJIOHUH J10-
cturaetcs mpu 15—20°C, 26—20%o0 u nocie ocyeHus Ha 5—10 MuH. TTo cTeneHr MHTErpalyy ComepXKaHue
KOJIOHWIA B CTOSTUET Bozie M Ha TeYSeHUU MPAKTHUUECKU He paszindaetcs. [TepeHoc KOJIOHWI U3 OMHOM KIOBETHI C
BOJIOI B IPYTYIO HE CKa3bIBae€TCsl HA MUHTEHCUBHOCTU crucTteMbl I'TIT.

DOI: 10.31857/50044459621050031

HelieHTpaIn30BaHHbIC MOMYJbHBIE OPTraHU3MBI,
MPUMEPOM KOTOPBIX SIBJISTFOTCSI KOJIOHUATIbHbBIE TUIPO-
WUJbI, JEMOHCTPUPYIOT BBICOKYIO YCTOMYMBOCTb CUCTE-
MbI 32 CUET TOBbIIIEHHUS TUIACTUYHOCTU KaK MOP(dOoJIo-
ITMYECKOl, TaK U (hbyHKIIMOHAIbHOU. biarogapsi MHO-
JKECTBEHHOMY IyOJMpPOBAaHUIO PAa3JIUYHBIX OPraHoB
(Momyneit), IeleHTpaTu30BaHHbIE OpraHU3Mbl YCTOM-
YMBBl K BHEIIHWM BO3IEUCTBUSM, JIETKO TEPEHOCST
TOBpPEXIeHUs, pacrnan Ha ¢dparMeHTbl (MapdeHuH,
2016). Takue opraHN3MBI TTPOAOIKAIOT 3(PHEKTUBHO U
CJIaXeHHO (DYHKIIMOHUPOBATD Jaxe MPpU, Ka3aJloCh Obl,
HeOIaroIpusSITHEIX YCI0BUSX. TonepaHTHOCTh MOILYJTh-
HBbIX OPraHU3MOB, KaK MpaBWIO, WLIIOCTPUPYIOT Ha
MpUMepPe UX pOCTa, pa3MHOXKEHYS M BBLKMBaHUS B He-
0JIaroTNpHUSITHBIX YCIOBUSIX, T.€. HA IPUMEPE TOJITOCPOY-
HbIX MpolieccoB. OnHAKO MOAYJIbHbIE OPTaHNU3MbI — HE

coo0I11IeCcTBa 0CO0EI, a OCOOBII TUIT LIEJIOCTHBIX AEIIEH-
TPaJIM30BaHHBIX OPraHM3MOB, B KOTOPBLIX €CTh 00-
IIeOpraHM3MEHHbBIE CCTEMBI. Y TUAPOUIOB 3TO OOIIIE-
KOJIOHMAJIbHAsI paclpenemTebHasg cucteMa. MoxHO
OXMOATh, YTO B €¢ (pyHKIIMOHMPOBAHUM JIOJIKEH TIpO-
SIBJIITHCSI OTKJIMK Ha BHEITHUE Bo3neiicTBus. st mpo-
BEPKM 3TOTO IIPEAIIOIOXEHUS MOXHO HCITOJIb30BaTh,
o KpaitHeii Mepe, IBa IoKa3aTessi, a MMEHHO: ITyJbca-
oMU TEJIa U TIIEPEMCILICHUE TNAPOIJIa3MbI B raCTpoBac-
KyJIIpHO TTo10cTr. O0a IToKa3aTe sl HO3BOJISIIOT OIIpe-
neauTh 3¢hGEKTUBHOCTh (DYHKIIMOHUPOBAHUS BCeit
pacIipeIeIMTeIbHON crcTeMbl. DPMEKTUBHAS U Clla-
>KeHHasl paboTa pacripeaeTuTeIbHO CUCTEMbI HEOOX0-
JIMMa TS TIepeMelleHMST NI OT MeCTa e IpueMa K
yIaJICHHBIM YacTsIM KOJIOHHMM, B YaCTHOCTH, K PacTy-
IIUM BEpXyIIKaM M MOJOObIM moberam (MapdeHuH,
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BypreikuH, 1979; KoceBud, 1991; Dudgeon, Buss, 1996;
Dudgeon et al., 1999).

DPDEeKTUBHOCTL padOTHI paCIIpeaeTUTEILHON CH-
CTEMBI BBIPAXKAeTCsI B CKOPOCTH U TAJTLHOCTHU TIepeHoca
B3BEIIICHHBIX B TMAPOIUIA3ME YAaCTUIL 110 KOJIOHUM 3a
OIMH aKT OIHOHAIIPABIEHHOI'O HEIIPEPBIBHOIO TUIPO-
IUTa3MaTUYECKOro TeueHHUs, T.e. B (POpPMUPOBAHUU
OBICTPBIX U MPOTSDKEHHBIX TCUSHUIA, CBSA3BIBAIOIIINX OT-
JIaJIeHHbIE YAaCTU KOJIOHMU MeXmy coboii. ITpoTrsokeH-
HbIe eudponaazmamuyeckue meyernus (I'TIT), BozHUKa-
IOIIIKIE€ BpeMsI OT BpeMeH! B KOJIOHUM TUAPOUAOB, ME-
I0T TMEPBOCTENICHHOE 3HAaYeHWe I WHTerpaluuu
opranusma (bypbikuH, 2013; MapdeHnuH, JIeMeHTbeB,
2017, 2019, 2020). bnarogapst M YacTULIbI MWL I0-
CTaTOYHO OBICTPO MOCTABIISIIOTCS K 30HAM poOCTa —
MPEeXIIe BCETro, K BEPXYIIKAaM POCTa CTOJIOHOB U TTpUJIe-
ralonyM K HUM y4acTKaM, B KOTOPBIX (hDOPMUPYIOTCS
HoBBIe moberu mwiau ruapaHTel (KoceBuu, 1991; Map-
¢denuH, 1993; Wagner et al., 1998). IlepBoouepenHoe
obecrieueHue NuIeH nepudepudeckrx 30H pocTa Io3-
BOJISIET KOJIOHMAJIEHBIM THAPOUIAM HE TOJIBKO YBEJIM-
YMBAaTHCS B pa3Mepax, HO ¥ CMEIAThCs 110 CyOCTpaTy 3a
CYET POCTa CTOJIOHOB, YXO/ISl 3 OMHUX 30H 1 OCBauBasi
npyrue. IToatomy nipotskeHHsle I'TIT urpator Kimoue-
BYIO POJIb B XKU3HEIEITEIbHOCTH KOJIOHUAJILHOTO Opra-
HU3Ma ruaponnoB. HeoOxogymo 3HATh IIpeaebl U3Me-
HEHMsI OCHOBHBIX MTapaMETPOB CPelbl OOUTAHUS, B KO-
Topbix (yHKIIMoHUpoBaHue cucteMbl I'TIT ocraercs
s¢ppexkTuBHBIM. [1o peakiuu pacripeaeanTeIbHON CH-
CTeMbI Ha U3MEHEHYE YCIIOBUIA CYIIIECTBOBAHMS MOXKHO
OIPEIEINUTh CTENIEHb YBPUOMOHTHOCTH KOJIOHMAIBHO-
ro OpraHM3mMa, B YaCTHOCTU, CTeTleHb 9BPUTEPMHOCTH,
SBPUTAJIMHHOCTH, a TAKXKE CITOCOOHOCTD BHIIEPKUBATh
ocymieHue. JIomoTHUTENBHO K IIepeurCIeHHBIM 3a0a-
YaM Mbl CTPEMUJIMCH OIIPEIEIUTh CKOPOCTD LEIOCTHOM
peakLMy MOIY/IbHOTO OpraHM3Ma Ha BHEIIIHHE BO3Ieii-
CTBUSI M CIIOCOOHOCTH COXpaHSATh 3(h(EeKTUBHBIA pe-
XK1M (YHKIIMOHUPOBAHMS 3a IIpeAeaaMy npedepeHT-
HBIX 3HAYEHMI TTOKa3aTeNeii cpeabl OOUTaHMSI.

EcTtb ocHOBaHUS IIpeAIionaraTthb, YTO BEIOpaHHBIN
HaMU OOBEKT UCCIISTOBAHMS XOPOIIIO alallTUPOBaH K
KpailHUM OTKJIOHEHUSIM aOMOTUYECKUX MoKa3aTeieit
OT ONTUMYMa.

T'unpoun Dynamena pumila (L., 1758) ipuciioco6-
JIEH K XXM3HU B HECTAOMJIbHOM OMOTOIIE JIMTOPAIU U
eXXeIHEeBHO IToABepraeTcs pasHopakTopHOMY abHMo-
TUYecKoMy BozaeiicTBuio. CoxpaHeHUe TUAPOILIa3-
MaTUYECKNX TEUYCHU IT0C/Ie BHEITHETO BO3ICCTBUSI
Ha KOJIOHMIO CBUACTEIILCTBYET O TOM, UTO pacmupee-
JIMTEJIbHASI CUCTeMa MPpoaoJrKaeT (byHKIIMOHUPOBATh
Jaxe B ycjioBusIX cTpecca (JdemeHTbeB, MapdeHUH,
2018, 2019a, 6; Mapdenun, demenrnen, 20186). Ho
HacKoJbKo 3ddekTuBHO? B cymHoctn, ahhekTuB-
HOCTb MBI OIIpeessieM Yepe3 ClIOCOOHOCTh pacrpe-
JIEeJINTEJIbHOM CHUCTEMBbI OBICTPO OOCTABJISATH MUIIE-
BBI€ YACTUIIBI OT OJHOTO KOHIIA KOJIOHUHU K IPYTOMY.
YeM manbliie ¥ B OOJIBIIEM KOJIMYECTBE MOTYT OBITh
nepeMeIIeHbl YacTULBI, TeM 3 deKTUBHee (PYHKIIN-
oHupyet cuctema I'TIT.

Lens pabGotel — cpaBHeHUE B(PHEKTUBHOCTU
(GYHKIIMOHMPOBAHUS PacCIpeIe/INTEIbHON CUCTEMBI
B M3YyYCHHOM JIMalla30He M3MEHEHUST a0MOTHYECKIX
¢akTopoB cpeabl. MBI XOTUM BBISICHUTH, HACKOJIBKO

JKYPHAJI OBLIEN BUOJIOTUU

JEMEHTBEB, MAP®EHUWH

BapbUpyeT yKaszaHHas 3(Pp(GEeKTUBHOCTb NPU PE3KUX
U3MEHEHUSIX TTapaMeTpoOB CpeAbl U, OCOOCHHO, TP
KpaifHUX 3HAaYeHUSIX 3TUX ITapaMeTpOB, 3a Ipeaeiia-
MU KOTOPBIX POCT KOJIOHUAJBHOIO OpraHnu3Ma OCTa-
HaBIIMBAECTCS.

Hcmonp3yeMblit HAMW METOI UCCIICIOBaHMST T103-
BOJISIET OMIPENEIITh TOYTH MOMEHTAJIBHYIO PEaKIIIIO
pacripeeIMTeIbHOM CUCTEMbl HA U3MEHEHHe mapa-
MeTpoB cpeabl. O0 3TOi peakllMy MOXKHO CYIUTH 1O
XapakTepy ITyJIbcallMii IleHOocapKa, a TaKXKe CKOPOCTH
W TATBHOCTH TIEpeMEIIeHNS TUIPOILIa3Mbl B CTOJIO-
HaX. JlocToBepHbIe U3MEHEHUST YKa3aHHBIX MMOKa3a-
TeJieit MOXHO OTIPeeIUTD C TTOMOIIBIO MUKPOBUIEO-
CBEMKM B TeUCHHE OTHOTO Jaca.

MATEPUAII 1 METOJbI

OO0BbekT wuccaenoBaHusi — rtuapoun Dynamena
pumila (L., 1758) (Sertulariidae, Leptothecata, Hy-
drozoa), MHOTOKpaTHO HCITOJIb30BaBIINICS paHee B
Pa3IMYHBIX 3KCIIEPUMEHTAJIbHBIX MCCICIOBAHMUSIX
pocta, MopdoreHesa u 3kojgoruu. Co0op TuapouioB,
WX KyJbTUBUPOBaHUE, BUACOPETUCTPALINIO (DYHKIIU-
OHMPOBaHUSI pacIpeaeIMTEIILHOM CUCTEMEI 1 00pa-
OOTKY MaHHBIX OCYIIECTBJISUIM II0 HEOTHOKPATHO
omnucaHHoi paHee MeTomnuke (MapdenuH, emeH-
TheB, 2017, 2018a, 0, 2020; HemeHTheB, MapheHUH,
2018, 2019a, 0).

Kononuu runpouoB ObLIM coOpaHbl Ha Majloi
Boae BOm3u BBC MI'Y na EpemeeBckoMm mopore
Benuxkoit Canmsel B KannanakunickoMm 3aiause beioro
Mopsi. B nmaboparopuu ruapouaoB BhIpallvBaivd Ha
MPEAMETHBIX CTEKJIaX B aKBapuUyMax C LIUPKYJIUPYIO-
11€/A MOPCKOM BOJIOM MPU MOCTOSIHHOM TeEMIIepaType
15 £ 1.5°C, npuMepHO COOTBETCTBYIOLLEI TeMIepa-
Type MOpPsI BO BTOPOIi IMOJIOBUHE JieTa. ITHTEHCUBHYIO
LUPKYJISIIAIO BOABI B aKBapUyMax OCYIIECTBIISIIIUA C
MOMOIIIBIO a’pallud MUKPOKOMITpeccopamu uepes
MOPUCTbIE PACITBUIUTEH.

KonoHuu BbipamimBanu u3 (pparMeHTOB OTAEJb-
HBIX MOOETOB C yyacTKa CTOJIOHA: CTEKJIO OOMAaThIBAIU
HUTKOI HECKOJBbKO pa3 U MOABOAWJIU TOJ HATSIHY-
TYI0 HUTKY (DparMeHT noodera, OpueHTUPYSI €ro Ijioc-
KOCTbIO cpe3a K cTekJly. B mpoliecce penapaTuBHO
pereHepailMu KOJOHUS Ha MeCTe cpe3a Mpuiunana K
CTEKJIy BBIAEISIEMbIM Ha BEPXYIIKE POCTa XUTUHOM,
dopmupylommM nepucapk. B ganpHelinrem ¢pukcu-
pylollylo HUTH yaaisiu. M30bITouHOE KOpMIileHUE
TUJPOUZIOB OCYIIECTBIISIIA €XETHEBHO CBEXKEBbLITY-
MUBLIMMUCS HAYTUTUSIMU Artemia salina. 3aMeHy BO-
JIbl B aKBapryMax IMpOu3BOIWIN pa3 B TPU AHS.

J1J1st CbeMKM CTEKJIO C KOJIOHUSIMM ITOMeEIaii B He-
MPOTOYHYIO TEPMOCTATUPYEMYIO KIOBETY BOOOM3ME-
meHueM 0.25 1. BuneocbeMKa IIpoBOIMIiIach KaMepoit
Arecont-AV3100 yepe3 MUKPOCKOM TPU yBEIUYEHUU
%100 ¢ 3anuckio N300pakeHusT Ha KoMnbloTep. IIpo-
JOJDKUTETBHOCTh CheMKU KaKIOro 3IMHM300a COCTaB-
qsuta ot 1.5 mo 8 4. Pexxum 1ieiitpadepHO CheMKHN —
4 kanpa/c. O6pabOTKy BUIEO3AIMCENM, BKIIFOYAIOIIIYIO
U3MEPEHMSI PACCTOSTHU BEPXYILKU POCTa OT TPAHULIBI
Kajpa, MpocBeTa LieHOCcapKa, MepeMeIleHNsT YaCTULL B
TUAPOTUIa3Me, OCYIIECTBIISLIN BPYYHYIO.
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Puc. 1. O6061eHHast cxema KoJioHuid D. pumila, VCIIOJIb30BaHHBIX IIJISI 9KCIEPUMEHTa C BO3IEHCTBUEM (PaKTOPOB CPEIbI.

TTyHkTHpHas cTpesiKa yKa3blBaeT MECTO PeTrMCTpalliH.

B onbiTax ucnonb3oBaii MajJieHbKUE TIPSIMOJIU -
HeliHble KOJIOHUM C HEPa3BETBJIEHHBIMU CTOJIOHAMU,
OOJIBPIIMMHY MaTePUHCKUMMU ITo0eraMu (00baHO 20—
30 map TUAPAHTOB) M HEOOIBIIMMM ITOYECPHUMU,
BKJIIOYAIOIIMMU 1O 1—2 mape ruapaHTOB KaXKIblit
(puc. 1). Takum oOpazoM, Kaxkaasi KOJIOHHUSI COCTOSI-
Jia U3 ABYX MOOETroB: 0OJIbIIIOTO MAaTEPUHCKOTO (KOTO-
DBl MOT OBITh Pa3BETBJACHHBIM) U OTHOTO JOYEPHE-
ro, a TaKXKe JIBYX MOJyJieil CTOJIOHA — y4acTKa MeXIy
NIBYMSI TIOCJIeloBaTe/IbHBIMU TTOOeraMuy 1 ydyacTka oT
CaMOro MOJIOJIOTO Mobera 10 BepXYIIKHU pocTa CTOJIO-
Ha. Mcnonb3oBaHue MpeaebHO KOPOTKUX KOJOHU
MO3BOJISIO sICHEE TMPENCTaBUTh peaklMIo paciipeae-
JIMTEJIbHOM CUCTEeMbl Ha U3MEHEeHUe 3HaYeHU (hak-
TOPOB cpedbl, orpaHu4uBasich peructpauueid I'TIT,
UCXOISIINX U3 eATMHCTBEHHOTO KPYIHOTO Tobera.

B uccienoBaHHBIX KOJOHMSAX OBLIM MPOBEIEHBI
LeiiTpadepHble MUKPOBUIEOCHEMKU 1ep8oeo Modyas
CTOJIOHA (MEXAY TMePBbIM, CUMTasi OT BEPXYIIKHU CTO-
JIOHa, U MaTePUHCKUM IMoberaMu). YYacTOK MEXIy
BEPXYIIIKOI CTOJIOHA U TIEPBBIM OT HEE TTOOETOM Ha3bI-
BaeTCsl HyneebiM modysem. B HEM Mbl HE MPOBOAWIU
peTUcTpaIrio MyJbcalliii lieHOocapKa v MepeMeIeHUS
ruaporuia3Mbl. [lepBoiii MOy b MpeaCTaBIsIeT COOOM
copMUpPOBaHHBIN ydacTOK KoJjioHuu (MapdeHuH,
HementbeB, 2017; Marfenin, Dementyev, 2017).

Merton ompeneneHUsi OCHOBHBIX ITapaMeTpoOB U
3¢ PeKTUBHOCTU (CKOPOCTU M HAJIILHOCTU IIepeMe-
IIEHUS YacTU1l) paboThl pacpeaeuTeIbHOIM CUCTE-
MBIl OCHOBaH Ha IPOJOJLKUTEIbHON perucTpaiun B
OIHOM MecCTe BCEero Tpex Iokasareeii: 1) moneped-
HBIX ITyJbcalivii IIeHOcapKa CTOJIOHA; 2) HampaBJiie-
Hus U 3) ckopocTu JokaiabHoro I'TIT.

CKOpOCTb IMIAPOILIA3MATHYECKOTO TeYeHUsI (V ;7 , MKM/C)
OTpeNe/IssI KaK pacCTOSHUE, KOTOPOE MPOXOIST
pacrno3HaBaeMble YAaCTUIIBI B TTOJIOCTH CTOJIOHA WU

nooera 3a 1 ¢. 9ToT nokasarensb (V) BCE BpEMS U3-
MeHsieTcs: oT 0 MKM/C 10 MaKCUMAaJIbHbIX 3HAYEHUIA
1 3aTeM cHoBa 10 0 MkmM/c. [IJisi cpaBHEHUSI MOXKHO

KCIOJb30BaTh KAaK YCPENHEHHbIE 3HAUEHUS Vyp 3a
onuH uukia nynbcauuu I'TIT, Tak m MakcuMabHEIE.
ITocimennue MBI Ha3pIBaeM aMIUIUTYIOM KOJeOaHWIA
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ckopoctu I'TIT (Ayr). OHa paBHa MakKCUMaJbHOMY
3HAYCHUIO CKOPOCTH OTHOHAIIPABICHHOTO TEUCHMSI.
AKKyMYJISITUBHBIMUM TIOKa3aTeIsIMU PabOThl pac-
MIPEACINTETEHON CUCTEMBI SIBJISTIOTCS: a) TIPOTSIKEH-
HOCTB IIepeHOca YacTull (£) 3a ONUH aKT OJHOHAIpaB-
JieHHoro JjokajibHoTro I'TIT 1 6) 00beM nepeHeceHHOoi
ruaporiasmel (V), conepxkaliieit 3TU 4acTULIbI.
PacuyeTrnast npoTsSZKEHHOCTD MepeHoca YacTul (£, MKM)
orpeieJieHa Ha OCHOBE PeTYJISIPHBIX OIpenesieHU
CKOPOCTU TEepeMellIeHUsI 4YacTUIl B TUApOILIa3Me

(vyr). Bbu1 BBIOpaH MHTEpPBaJ pErUCTPALIUY, PABHBI
30 c. Hormyckast, 4TOo B IIpeleax 3TOro MHTepBaja

CKOPOCTb HEM3MEHHA, MBI IEPEMHOXAJIU V5 Ha 30 C
1 TIOJTyYaIv MPOTSKEHHOCTD MepeMellleHHOM TMapo-
mia3Mmbl 3a 30 c. [TonyyeHHbIE TAKMM CITOCOOOM 3Ha-
YyeHUsI Z CKJIaIbIBAIM 1 MTOJIy9aId pacYETHYIO IIPOTSI-
KEHHOCTb MEPEHOCA YACTULL 32 OJHOHAIPABICHHOE
I'TIT ot crapTa no ero 3aBepieHusi. CiegoBaTesIbHO,
Z= 27 1 (V;,l:)' X At, e | — mOpsSIIKOBBIIT HOMEP U3-
= 1]

mepenusi ckopoctu I'TIT, v, — ckopocts I'TIT (mpo-
TSDKEHHOCTB Ipobera yacTulisl 3a 1 ¢), At — miar pe-
ructpaumu (B HameMm ciaydae 30 c).

IMokazarens Z mpeacTaBiIsIET CYMMY HEIPEphIB-
HBIX TIPOOETroB YacTUIl B OMHOM HampaBJIeHUHU C pa3-
HBIMUM CKOPOCTSIMU OT HYJEBOM 10 MaKCUMaJIbHO
(rokazatenb Ayp) W 3aTeM CHoOBa A0 HyseBoil. Eciu
Apyr TO3BOJISIET KOJMYECTBEHHO OLIEHUTh MHTEHCUB-
HOCTbH IIpoliecca IepeMeIleHns JacTUIl 10 MaKCHU-

MaIBHOM Vjp 32 OIMH LIUKI, TO Z NaeT NpeAcTaBlie-
HUE o najbHOCTU TiepemenieHust ¢pponrta ['TIT, Tak
kak y I'TIT sicHo ompenensercs (OpoHT — TpaHUIIA
MEXIy MPUIIEIIIMMU B TPOAOJbHOE NBUXEHUE Ya-
CTULIAMU Y MTPOAOJIKAIOIIUMU KPYTUTHCSI HA MECTE.

O6mbem ruapomasmel (V, MKM?) — 00beM IepeHe-
CEHHOM TUAPOIIa3Mbl Yepe3 MOoIepeyHoe ceueHUue
CTOJIOHA 32 WHTEpBajl, COOTBETCTBYIOLIUI OIHOMY
I'TIT. BeruncisieTcst, UCxonss N3 JaHHBIX O CKOPOCTH
I'TIT (vyr), OPOLOMKUTEABHOCTU ONHOHAIPABIICH-
Horo I'TIT u Be1n4nHBI MpocBeTa lIeHOcapKa CTOJI0-
Ha (D). Ilpunumas ycnoBHo ckopocTh I'TIT mocro-
SIHHOM MeXXIy ABYMsI TToC/ieIoBaTeIbHbIMU yYeTaMMu,
T.¢. 3a 30 ¢, ToIygaeM CyMMy 3Ha4EeHHU 00BEMOB TIe-
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pPEMEIIEHHOM TMAPOIIAa3MBI 32 KaXKAbIA ITOTYMUHYT-
HBIIi MTHTEepBaJI HAa MPOTSIKEHUU OTHOHAIIPABICHHOTO

I'TIT no opmyne V = Z; (nDiz)/4 (vyr); At,Toe i —

TOPSIIKOBBIIT HOMEP U3MEPEHUS vy U D; n — yncno
IIaroB perucrpauuu; At — mar perucrtpanuu (B Ha-
meM cay4dae 30 c).

IIpoTsKeHHOCTD IIepeHoca SIBIISIeTCs Oojiee WH-
¢opMaTUBHBIM MoOKa3aTejleM 3(p(GeKTUBHOCTU pac-
MpPEeaeTUTEIbHOM CUCTEMbBI, TOCKOIbKY 0€3 BO3MOX-
HOCTU TPAHCIIOPTUPOBKM TT0 KOJIOHUM TaKe 3HAUUTE b~
HBIE OOBEMBI THUAPOIUIA3MBI, HACBIIICHHBIC ITUILEH,
OKa3zbIBaloTCs Oecrioyie3HpIMU. OHU ITPOCTO OYAyT CKAall-
JIMBATHCSI BOJIM3M TTOTYyIMBIIIETO ITUIILY TUAPAHTA.

HamnpasineHHBIe K BEpXYILIKE CTOJIOHA TEYEHUSI MBI
HasbiBaeM MaructpaiabHbiMu (+) I'TIT, oT Bepxyiiku —
komneHcaTOpHbIMU (—) I'TIT. CoOoTBETCTBEHHO, MBI
paszmuyaeM nokaszareau I'TI'T, nBrKyImxcs IucTaabHO
(A+yap Zevynp Vi+yrr) T TIPOKCUMANBHO (A up Z-yup
Vi ur). Pe3ynbTaThl HaCTOSILEH PabOThI GAa3UPYIOTCS
TOJIbKO Ha XapaKTepucTuKax MarucTpaibHbIx (+) I'TIT.

Paccyxnast 0 BOBMOXHOCTH ITepeHOca YacTUIl Ha
JIaJIbHUE PACCTOSIHMSI, MBI TaKXe yIOTpeOaseM Tep-
MUH “IPOTSKEHHOCTb TEYCHUS1”, HO TToApa3yMeBaeM
B TAKMX CJIydasix IIPOTSDKEHHOCTD 2eHepanu308aHHO20
I'TIT, cocrosiero M3 COBOKYIMHOCTH JIOKAJBHBIX
I'TIT. ITporsokeHHOCTH JOKANbHBIX I'TIT MokeT OBITH
orpeesieHa YMCJIEHHO, UCXO/IS U3 TaHHBIX O CKOPOCTH
HETIPEPBIBHOIO TIEpEMEICHUs YacTUI B OIHOM Ha-
MPaBJICHUHN, OIIPEASICHHBIX 10 Pe3yIbTaTaM BUIEOPEe-
TUCTpallMi B OMHOM MecTe. IIpoTsskeHHOCTh TeHepa-
JuzoBaHHbIX ['TIT onpenenssior BU3yalbHO MO OMHO-
KyJISIPOM Ha MaJIoM YBEJIMUYCHUM, TIepeMelliast KIOBETY C
konoHuei (Mapdenun, JlemeHTheB, 2019).

B mccnenoBaHMM MCHOIB3YIOTCS OITyOJIMKOBAH-
HbIC paHee MaHHbIe O BIMSHUM yCJIOBHUI Cpelbl Ha
D. pumila. HoBbIMM B 1aHHOIT CcTaThe SIBJISIOTCS: BO-
MepBbIX, CpaBHEHUE peaKlMM pacHpeaeanuTesIbHOM
CHCTEMBI KOJIOHMM Ha BO3IEHCTBUE pa3HBIX (DaKTO-
pPOB Ccpelbl M, BO-BTOPBIX, aHaIN3 3PPEKTUBHOCTH
(GYHKIIMOHUPOBAHUSI pACIIPEIeIMTEIbHOM CUCTEMBbI
IIPU OTKJIOHEHUSIX OT ONTUMAaJIbHBIX 3HAYCHU I ITOKa-
3aTesieid COCTOSTHUSI CpeIbl OOMTAHMS.

HccnemoBaHa peakiivs paclipeleIuTeIbHON CU-
CTEMbI Ha YeThIpe a0MOTHYECKMX (paKkTOpa Cpenbl B
CJIENYIOIIMX AUana3oHax:

» temneparypa (10, 15, 20, 25, 28°C);

« onpecHenue (26, 20, 15, 10%o0);

» ocyuieHue (auTesibHOCThIO 5, 10, 20, 30 MuH);

* OTCYTCTBHE WU HAIM4Yre BOJOOOMEHA B KIOBETE.

3a KOHTPOJIbHBIE 3HAYE€HUSI Mbl IIPUHUMAEM Cpel-
HIOIO COJICHOCTh BOABI B MecTe cOopa MaTrepuaia
(26%0), TemmepaTypy KyJLTUBUPOBAHMSI MaTepualia
(15°C), oTcyTCTBYE OCYILIEHUS M HAJTMIKE BOOOOOMEHaA.

Bcero Obu10 mcciaemoBaHo 29 pa3HBIX KOJIOHUIA
D. pumila: miectb — B 3KCIIEPUMEHTE C TEeMIIEpaTy-
poii, LIIECTh — B 3KCIIEPUMEHTE C COJIEHOCTBIO, BO-
CceMb — B 3KCIIEPUMEHTE C OCYIIIEHUEM, NeBSITh — B
SKCIEPUMEHTE C BOIOOOMEHOM. MBI HE CTaBUJIM 3a-
Jlaqy 1o U3Y4YEHUIO afanTaluy KOJJOHUI K MOCTENEH-
HOM CMEHe yCJIOBUM (HampuMep, HarpeBaHUIO WIN

JKYPHAJI OBLIEN BUOJIOTUU

ONPECHEHUIO) 1 MCCIEOOBaJM TOJBKO KpPaTKOBpE-
MEHHYIO NEPBUYHYIO peaKII1Io Ha U3MEHEHNE 3Haue-
HUs (paKTOpa Cpebl.

CraTucTudecKre XapakKTepUCTUKU MpeICcTaBIeH-
HBIX B paboTe pe3yibTaToB (cpegHee apudMeTuye-
CKOe 3HayeHMEe X, CTaHAapTHasl OIIMOKa CpeIHEero
+SE, BbIOOpKa 7) NPOTSLKEHHOCTU U 00beMa THUApO-
IUTA3MaTUYECKNX TeYEHUIA B IIEPBOM MOMIYJIe CTOJIOHA
D. pumila BerancieHsl B mporpamme Excel 1151 Bcex oT-
CHSITBIX TIPU OAMHAKOBBIX YCJIOBMSIX (HaIllpuMep, IIpu
OIHOM UM TOM XK€ 3HAYEeHUM COJICHOCTU) SIIM30I0B B
npeaesax SKCrepruMeHTa COBMECTHO. DTH JaHHbIE ObI-
JIM TIOJIy4eHBbI U OITyOJIMKOBAaHBI HaMu paHee ([demeH-
TheB, MapdenuH, 2018, 2019a, 6; MapdenuH, JIemeH-
TheB, 20180). CBOIHEBIC TaHHbIC IIPEACTaBICHBI B TA0. 1.
Hecmotpst Ha TO, YTO 9KCIIEPUMEHTHI ObUIN IIPOBEACHBI
B pa3HbIC TOAbI U HA pa3INYHbIX KOJoHUsIX D. pumila,
BIIOJTHE JOITYCTUMO COTIOCTABJISITh JAHHBIE PAa3HBIX CTa-
T, TIOCKOJIbKY MbI IIPUMEHSIIA ONMHAKOBBIC YCITOBUS
KyJIBTUBUPOBAHUSI, METOIUKY pPerucTpanuu (IucTaH-
LIMOHHYIO), CITOCOOBI 00pa0OTKI TAaHHBIX U X KOJINYE-
CTBEHHOTO aHaju3a. 151 OLgHKU JOCTOBEPHOCTU MO-
JIy4EHHBIX BEJIMYMH HWCITOJIL30BaI HemapaMeTpude-
CKUI1 KpuTepuii MaHHa—YUTHU.

ITo xomy wuccnemoBaHUsI OBLIO BBISCHEHO, 4YTO
cpenHue 3HadeHUs mpoTsokeHHocTu I'TIT Hemocra-
TOYHBI UISI TOHMMAaHUSA (QOPMUPOBAHUS Maru-
CTpaJIbHBIX TEUEHU, TPOXOISIINX IO CTOJIOHY Yepe3
BcIo kKojioHu10. [Toatomy cpeau Bcex I'TIT O6b11M BBI-
JIeJICHBI IPOTsLKeHHEBIe (0oiee 3 Mm) (puc. 2) 1 “00b-
eMHble” (60s1ee 4800000 u 9600000 mxm?) (puc. 3)
JUIST TOTO, YTOOBI OIPENENIUTh UX HOJI0 OT OOIIEro
ymrcna yareHHBIX B onbITe ['TIT. JomoaanTenbHO I8
CpaBHEHUS BCEX OIBITOB MCITOJIb30BaJIM MMOApa3aesie-
Hue I'TIT no npoTsKeHHOCTU Ha TPU TPYIIIILI: MEHee
2,2—6 1 6—17 mM (puc. 4).

Jlass cpaBHEHUSI peakldy paclipeaeIuTe/IbHOMN
CUCTEMBI Ha YCJIOBUSI COACPKAHUS KOJTOHUI TOIIOJI-
HUTEJIBHO MPUBEACHEI CpeaHME 3HAYCHUS IToKa3aTe-
JISI IPAPOCTA CTOJIOHA 32 OJIMH LIMKJI POCTOBBIX ITYJIb-
carmii (mg,). POCTOBBIE My/IbcallMU BEPXYILKH CTOJIO-
Ha oIpeesieHbl Mo pe3yjbTaTaM BUACOPETUCTpalluU
MPU TEX K€ YCIOBUSIX B T€X XKe KOoJoHusX, yTo 1 I'TIT.
IMonpo6HOCTH MeTOma onmcaHbl paHee (JleMeHTheB,
MapdenuH, 2018, 2019a, 6; MapdeHuH, JleMeHTbEB,
201806). CbeMKHM BEpXyLIKH POCTa CTOJIOHA TPOUCXO-
omn He 11o3xe 1.5 9 mociie ceeMok ['TIT.

Jns omnpeneneHust 3(PGEKTUBHOCTA pacripeacan-
TEJBLHOM CUCTEMBI MBI PYKOBOJICTBOBAJIICH MOJIEIIBIO €€
GYHKIIMOHMPOBAHUSI, OIyOJIMKOBaHHOM paHee (Map-
¢enun, 1985, 1993; Mapdenun, Jlementoes, 2017).

IMepemMelieHe YacTUIl Yepe3 BCIO KOJIOHUIO BO3-
MOXKHO IIpM IIOCJIEA0BATEILHOM MOMKIIOUYEHUHN TIPO-
MEXYTOUHBIX TOOETOB, KaXKIbII M3 KOTOPHIX ITOMOTa-
€T IIPOTAJIKMBATh CTOJIO THAPOIIIa3Mbl, KOTIa TOT OKa-
XKETCsl B HEIMOCPEACTBEHHOI OJM30CTH OT mobera.
YrtoObl KaXmblii MOCIeayrolunii moder “cpaboran”,
TIOPIIMS TUAPOIUIA3MBI IOJDKHA TTPOWTH YIaCTOK CTO-
JIOHA, OTAEJISIOIINI JaHHBIN MOOEeT OT MPEabIIYILETO.
Ecnu Z — nporstkeHHOCTh I'TI'T — Gonbliie IJIMHBI O -
HOT'O MOMYJSI CTOJIOHA, TO BO3MOXKEH NaJbHUIL IIepe-
Hoc yactull. Ecim xe Z cocTaBisieT MeHee BEJTMIMHBI
Ne 5

TOM 82 2021
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Puc. 2. JTonst nmpoTsikeHHBIX (6o0J1ee 3 MM) TeueHuii (a) M MHAeKC 3G GhEeKTUBHOCTU UHTETpaunu Int gy (6) B IEpBOM MOLYJIE CTO-

JioHa D. pumila npu Ucciaen0BaHHBIX YCIOBUSIX CPEIbI.

OIHOT'O MOJIYJISI CTOJIOHA, TO JAJIbHUI IIepeHOC Teope-
TUYECKU HEBO3MOXXEH: YaCTUIIbI OYAyT IepeMelaThCst
BIIepe M Ha3ad MeXIy ABYMsI MOOeraMu B Mpeaesiax
OIIHOTO MOMYJsI CTOJOHA. JIJIMHAa MOy CTOJOHA Y
D. pumila MoxeT BAppUpOBATh B IIpeaenax oT 1.5 1o 6 MM,
HO CpelHsIs IIWHA C(OPMUPOBAHHOTO MOOYISI CO-
crasisgeT 2.98 * 0.12 mM, T.e. okojio 3 MM (MapdeHuH,
HementneB, 2017). Eime HecopMUpOBaHHEINA HyJe-
BOI MOZIYJIb CTOJIOHA BCETIa 00J1ee KOPOTKUIL. DTa MO-
JIeJib TIpremyieMa 1 TIpU OObSICHEHUH MeXaHU3Ma Tie-
peMelleHUsI TUAPOITIa3Mbl B KOPOTKUX KOJIOHMSIX, CO-
CTOSIIIUX BCETO U3 IBYX MOMIyJeil cTolioHa. B Tex
ciyyasx, kornga I'TIT Gosblile JIUHBI OMHOTO MOMYJISI
CTOJIOHA, OHO MOKET TOCTUYb BEPXYIIKM POCTA CTOJIO-
Ha 6e3 yJacTHus IIPOMEXKYTOYHOIO MOJIOAOro Mobera.

KYPHAJI OBIIIEN BUOJIOTUH

Ho Takoii BapnaHT, ckopee, UCKITIOUCHUE U3 OOIIero
MpaBuUJia, COTJIACHO KOTOPOMY 4YacTh THUAPOILIAa3Mbl
MpU JBVDKEHUU OT MaTEpUHCKOIO mobera K BepXYIIKe
CTOJIOHA BCE 3Ke 3aiiIeT B MOJIOA0i mober.

OCHOBBIBasICh Ha ONUCAHHOI BHIIIE MOICIH,
MOXHO orpeneutb 00beM ['TIT. MakTrueckn 00beM
I'IT (V) npeacrasisieT coboii Mpou3BeleHUe Mpo-
TSDKEHHOCTH (T.e. IJIMHBI) TeYeHUs Z Ha IJIoIaab
MOMNEPEYHOTO CeUYeHMs IIeHOcapKa, depe3 KOTOpoe
3TO TeueHUe MPoxoanuT. [10CKOIBKY BeJIMUMHA TIPO-
CBeTa IeHOocapKa W3MEHSIETCS M3-3a JlaTepalbHBIX
MyJbCallnii, 3TO CJeAyeT YUUTHIBATh TIPU OIpeaesie-
HHUU CpeIHEro 3HaueHMs TUIOIIAIN €ro IOIIePEeYHOro
cedueHUsi. MHTEHCUBHOCTD JlaTepalibHbIX ITyJIbCALWA
LeHocapKa YMEHbIIIAeTCs 110 Mepe yOaJeHUs OT Bep-
Ne 5

TOM 82 2021
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a

10%o0

bes ocymenus
OcylieHue Ha 5 MUH
Ocymenue Ha 10 MuH
Ocymenwne Ha 20 MUH
Ocymenue Ha 30 MUH
B cTosiueii Bone

B nportouHoii Bome

o

10%o0

bes ocymenus
OcyuieHue Ha 5 MUH
Ocymenue Ha 10 MuH
Ocymenne Ha 20 MUH
Ocymenue Ha 30 MUH
B cTosiueii Boae

B npotouHoii Bone

Puc. 3. Jons teueHuit oobemom 6oiiee 4800000 (a) 1 9 600000 (6) MKM> , TIOCTYMAIOIIMX B MEePBbIiA MOMYJIb cToJIOHa D. pumila

ITPpH UCCICAOBAaHHBIX YCIIOBUAX CPEABI.

XYIIKA pocTa. JlarepanbHbIe ITyJIbcallMi IIeHOCapKa
BO BTOPOM U MOCJEAYIOLIUX MOAYJSIX CTOJIOHA 3HA-
YUTEJbHO cjabee, Y4eM B IIEPBOM M OCOOEHHO HYJIe-
BoM Monysax (Marfenin, Dementyev, 2017). Panee
HaMM OBLIO YCTaHOBJICHO Ha MpuMepe 0ojee KPyII-
HBIX KoJloHU# D. pumila, 4TO TMaMeTp MpocBeTa lie-
Hocapka (D) B MepBOM M IOCIEAYIOIIMX MOMYJISIX
CTOJIOHA COCTAaBJISIET B cpemHeM 0KoJio 45 MM (Map-
¢enun, demenrnoen, 2017). Iliomans monepeaHoOro
ceueHus ueHocapka ((tD?)/4) B TakoM ciydae paBHa
1590 mxm?2. Pacnpedeaumenvhas cucmema 3¢hpexmué-
Ha, ecnn NpoTsKeHHOCTh JIOKaTbHBIX I'TIT mokphr-
BaeT pacCTOSIHUE MEXIY COCeTHUMU ITodoeramu (3 MM
wir 3000 mkm) B kosmoHuu D. pumila. TlepeMHOXUB
MPOTSDKEHHOCTDh “3¢peKTUBHOrO” TedeHus: Ha TLIO-
IIamh CEYSHMS IIeHOCapKa CTOJIOHA, TToJTyJacM 00beM

XYPHAJI OBIIIEM BUOJIOTUM Tom 82 Ne 5
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“3¢ppexrusroro” T'TIT — 4800000 mxm>. AHanorny-
HBIM CIIOCOOOM MOXKHO BbIMUCAUTL U 00beM ITIT
(9600000 MxM?), MPOXOISILETO ABA MOLYJISI CTOJIOHA
(6 MM 1t 6000 MKM).

Ha ocHoBaHMM KOJIMYECTBEHHBIX JaHHLIX (Tab. 1)
MBI BBICYUTAJIA TOJIM IIPOTSKEHHEIX (0osiee 3 MM) U
00beMHBIX (60ee 4800000 1 9600000 Mxm?) oT 00-
11IeTO Yucja TeYeHU .

Takske Mbl IOCTPOWJIM MHTEPBAJIbHbIE Baprallu-
OHHBIE psIbl YacTOT BeTpedyaeMocTu I'TIT paznuuHoit
MPOTSKEHHOCTU B cToIoHaxX D. pumila ipyu ucciaeno-
BaHHBIX 3HAYEHUSX (haKTOPOB cpenbl. st 3TOro Mbl
CTPYNIIMPOBAIY KOJIWYECTBEHHbIE 3HAYEHUS TIPOTSI-
JKEHHOCTU B TpU BapuaHTbl. BbIOOp BapuaHT o00y-
CJIOBJICH CpenHel IIMHOM MoayJist cTojioHa D. pumila
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HpOTfI)KeHHOCTb, MM

Puc. 4. HTepBanbHble BapMallMOHHbIE psifbl 3HaueHuit npotsikeHHocTy ['TIT B crosioHax D. pumila npu uccieqoBaHHBIX
ycaoBusIX cpenbl. O603HaueHUsT: yactoTa — yrciio I'TIT ¢ gaHHO mpoTsSLKeHHOCTHIo 3a 10 9; TpOTSKEeHHOCTD “2” — MeHee 2 MM
(TIPOTSKEHHOCTh MEHee [UTMHBI OTHOTO MOyJIs), “6” — 2—6 MM (omWH—aBa MonyJst), “17” — 6—17 MM (6osiee IByX MomyJseit

CTOJIOHA).

(3 Mmm): 1) MeHee 2 MM (TPOTSXKEHHOCTb MEHee I -
HBI OMHOTO MOAYJIst); 2) 2—6 MM (OOMH—IBA MOAYJIs);
3) 6—17 MM (60J1€€ IJIMHBL IBYX MOLYJIEH) .

ITocKoNbKY IIUTENbHOCTD 3MU3010B BUIEOCHEM-
KM pasnuyainach cyiiecTBeHHO (oT 1.5 1o 8 4u), 06b-
eIUHEeHNEe BHIOOPOK MO KaXXKIOMY BMU30y B Ipeae-
Jlax KOHKPETHOTO 3HaueHus1 pakTopa cpeabl co3aa-
BaJIO 3HAYMUTEJIbHBINA pa3dpoc 1mo BpeMeHU (oT 10 mo
30 9). B TakoM cirydyae MCIOJIb30BaHME BCEX BapUaHT
OBLIO HELIEJIeCOO0Pa3HbIM: OOJIBIINE MO MPOIOJIKU-
TEJIbHOCTY 3TU30/1bl OOHAPYXKWUJIM Obl 3HAUUTEBHOE
MPEBOCXOJCTBO IO KOJWYECTBY 3aperucTpupoBaH-
HBIX TeueHuI. 15T ycTpaHeHns ToI00HOM CTaTUCTH -
YyecKoi omuOKM yacToThl BcTpedyaemocTu I'TIT mus
BCeX MapaMeTpOB Cpeabl ObLIN TepecUYuTaHbl Ha MO-
CTOSTHHBII OTpe30K BpeMeHu — 10 4.

st otleHKH 3(pHEeKTUBHOCTU pacIIpeneTNTeILHOM
CHCTEMBI MBI BIIEPBBIC BBEJIN CIIEITMATLHBII MHICKC.

HNunekc addexTuBrocTd unTerpammu (/ntyy) — npo-
M3BeAcHUEe cpeaHel MPOTSKeHHOCTH TMAPOILIa3MaTy -
YEeCKHX TEUYEHWi1, MPEeBbIIIAIOIINX 3aJaHHBINA JUMUT
(3 MM — mIMHA MOMYJISI CTOJI0HA), Ha ymcito Takux [TIT
B yac (T.e. Ha yacToTy npoTsekeHHbIX T'TIT).

OnucaHHBI| Bblllle METOJ ObLT UCTIOJb30BaH Ha-
MU paHee MpU U3YYEeHUU peaKiui OOHOTO U TOTO Xe
Buna (D. pumila) Ha U3BMEHEHUE TeMIIepaTyphl, COJIe-
HOCTH, BOIOOOMEHA W OCyIIeHMs. Pe3yinbraThl mc-

117 MM — makcumanbHas u3 3aperMCTPUPOBAaHHBIX B JaHHOM
uccienoBanuu npotskeHHoctb [TIT.

JKYPHAJI OBLIEN BUOJIOTUU

cJiemoBaHUi1 ObLIM ONyOJIMKOBAaHbI B pa3HOE BPEMSI T10
Mepe 3aBeplIeHUs SKCIIEPUMEHTOB M 00pabOTKHU pe-
3YJILTATOB IO KAXKIOMY U3 YKa3aHHbIX BEILIIE MapaMeT-
pOB cpedbl OOUTAHUS, HO HEe OBIJIM CBEICHBI BMECTE.
Tonbpko ceifyac Mbl MOXEM OTBETUTh Ha OoJiee 00-
L1 BOIIPOC — HACKOJILKO XapaKTepHo s D. pumila
coxpaHeHre 3(pPEeKTUBHOCT (PYHKIMOHUPOBAHUS
pacripeIeIMTeIbHOM CUCTEMBI TIPU PE3KUX U3MEHE-
HUSIX Pa3JIMYHBIX ITAPaMETPOB CPEIbI.

PE3VYJIBTATDBI

PacueTrHast TPOTSLKEHHOCTh TepeHOCa YaCTHIL
(rmokazaTesib Z) B IEpBOM MOJIyJI€ CTOJIOHA B KOJIOHU -
SIX BApBbUPYET, HO B 1IEJIOM YCJIOBHSI CpelIbl B HCCe-
JTOBAaHHOM JMalla30He BJIUSIOT HE3HAYUTEIIbHO Ha
npotsekeHHocTh I'TIT. B Tex ke mpenenax m3amMeHe-
HUSI IapaMeTPOB Cpedbl APYrue XKU3HEHHO BaKHbIE
MoKas3aTelIu, HallpuMep MPUPOCT CTOJIOHA 3a LIUKIT
POCTOBBIX MyJbCaluii (m,,), pearupyroT akTUBHEE,
U3MEHSISICh B 2—3 pa3a (tabia. 1).

ITpu KOHTPOJBHBIX 3HAYEHUSIX TTapaMETPOB Cpe-
1Bl (26%o0, 15°C), 6IU3KNUX K €CTECTBEHHBIM B MECTax
o0uTaHUs BUIA B JETHUI Mepuo, TMokasatenb Z B
CTOJIOHE MPUMEPHO paBeH 3 MM, T.€. PaCCTOSIHUIO
MeXny cocenHuMHM moOeramu (taba. 1). HambGosee
npotsekeHHble I'TIT coctaBisior 10.6 MM K BepXyllI-
Ke cToJIoHa 1 12.8 MM OT BEpPXYIIIKU K MATEPUHCKOMY
nobery (rmpu 26%o). T1pOTSTKEHHOCTh TepeMeleH-
HOW TMApOIUIa3Mbl B TIEPBOM MOJAYJIE CTOJOHA MpU
Ne 5
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pPa3IMYHONI COJIEHOCTH AOCTOBEPHO HE pa3andaeTcs
(p > 0.05) (Taby. 1) U oka3pIBaETCS YCTOMYMBOIN K
onpecHeHuo. Jdaxe npu 10%o ycpenHeHHOe 3Haye-
HUe Zyyp T.e. T'IIT, HanmpaBIeHHBIX K BEpXYIIKe
CTOJIOHA, BCE ellle I0CTaTOYHO BEJIMKO, a J0JISl TIPO-
TSDKEHHBIX Z(4)yr cOcTaBnsgeT nmoutu 30% (puc. 2a).
YcpenHeHHast HanOOJIbIIAsI CKOPOCTh 3a LIUKJT MYJIb-
cauuu, T.e. amrmutyna I'TIT (A), B nepBoM Momyse
CTOJIOHOB IIPOSIBIISIET C1a0YI0 M HEAOCTOBEPHYIO TeH-
neHuuio (p > 0.05) K CHIDKEHMIO 10 Mepe OIpecHe-
Hus (Tabm. 1).

B crononax BennuuHa Z CyllleCTBEHHO YMEHbIIIa-
ercs (p < 0.01) mpu Temneparype Baoire 15°C (Tabir. 1).
XoTs ycpemHeHHasi pacdyeTHasI IPOTSKeHHOCTh Iepe-
MELIEHMS YaCTULL K BEPXYLIKE CTOJIOHA Z ) yp1ipn 10 11
20°C cocraBisieT MeHee 3 MM, paboTa pacrnpeneiav-
TeJIbHOI CUCTEMBI HE IOJDKHA HapyIIaThCs, IIOCKOIb-
Ky BEJIMKa JIOJISI OTACIbHBIX TeUeHUIT ¢ OOIbIIei Ipo-
TSDKEHHOCTBIO (pUC. 2a), T.€. BEpXYIIIKM JOCTUTAIOT HE
BCE TE€UYEHUsI, a TOJIbKO HauboJjiee MOIIHbIE U3 HUX.
Haub6onee npotsokeHHbie I'TIT coctaBistor 8.9 MM K
Bepxylke croiaoHa (mpu 15°C) 1 16.6 MM OT BepXyIII-
K1 K MaTepuHckoMy nobery (mmpu 20°C). Ilpu manb-
HelileM HarpeBaHuu 1o 25 u 28°C BenmuuHa Z CHU-
Xaetcs 10 1—1.5 MM, YTO TTOKpPBIBAET JIUILb ITIOJIOBUHY
IIMHBI MOAynst crojioHa. IIpu 3ToM mOJIst OTHeIbHBIX
npotsekeHHBIX [ TIT oka3biBaeTcsT HE3HAYUTETBHON —
He 6osee 10%. DTH 1ToKaszaTesiu TeMIIepaTyphbl OKa3bl-
BalOTCsI TIOPOTOBLIMU, IIPU UX IPEBHILICHUN TIepeMe-
IIeHNEe TUAPOIUIa3Mbl CTAHOBUTCS Hea(h(HEKTUBHBIM
JIJIsT TPAHCIIOPTUPOBKM YaCTHUI[ K BEpXyIIKaM pocTa
CTOJIOHA U OJIMzKaMIIIero K HeMy MOJIOAOro 1moobera.

B nepBoM MojyJie CTOJIOHOB aMIUIMTYIa HaIlpaB-
neHHbIX K Bepxyike I'TIT (A, ,p) mocTUraeT Makcu-
myma 1ipu 15°C, a ripu gajbHeiileM HarpeBaHUU BO-
IIbI CHUKAETCSI.

OT ITUTETBHOCTU OCYIIEHUS TIPOTSKEHHOCTD Te-
yeHuil (Tabu. 1) B M3ydeHHOM JMana3oHe 3aBUCUT
cnabo. Ammimtyna I'TIT Bo3pacTaeT ¢ yBeImdeHUEM
MPOAOIKUTEILHOCTU OCyIlleHus1 (Tabu. 1), omHaKoO
JIOCTOBEPHBIC PA3INUUS €CTh JIMIIb MEXAY KpaliHU-
MU BapMaHTaMU 9KCHepUMeHTa (KOHTPOJIb U TPUI-
LHaTUMMUHYTHOE OCYIlIeHUE). AMIUIMTYIa HarlpaBjieH-
HBIX K BEPXYIIKE CTOJIOHA MarucTpajbHbIX TEYEHUI
Ayyyr B CTOSYEN BOIE BBIIIE, YEM B IPOTOYHOM.
B cTosueil 1 mipoToyHoii Bome (Tabis. 1) MpoTskKeH-
HOCTb MepeHOoCca YaCTULL COCTaBIISIeT 2—2.5 MM.

Hons mOpoTsSKeHHBIX TedeHuit (0ojee 3 MM)
06b19HO cocTtaBisteT 10—40% ot obiero uucia ['TIT
(puc. 2a), HoO MOXeT ObITh U MeHbllIe (pu 28°C), u
6ombie (pu 15°C).

Pacuer mHmekca s3¢ddeKTMBHOCTH WHTETpallin
(Intyr) KOJTOHUU TOCPEACTBOM PabOThI pacripeaeiu-
TEJIbHOI CUCTEMbI OOHAPYXKWJI CIEAYIOIINe Pe3yabTa-
ThI B 3aBUCHUMOCTH OT IT0Ka3aTesieil cpensbl (puc. 20):

* onTUMaJbHas TeMIlepaTypa Ui MHTeTpalluu
KOJIOHMHU cocTaBiisieT 15°C;

* ONpeCHEHME TIPUBOIUT K JIMHEHHOMY ITOHUXKe-
HUIO0 3(p(heKTUBHOI WHTETPALIUN;

* MOCJIE HETIPOIOJLKUTEIBHOIO OCYIIeHHS NHTe-
rpamnusi BO3pacTaerT;

JKYPHAJI OBILIEX BUOJOTUHU
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* B CTOSIUEH U HpOTO‘IHOfI BOAC MHTETpalvd O1-
HOHaITpaBJICHHbIX TEYECHUI OJIMHAKOBA.

N3meHeHEe 00BEMOB V(+) yr B LIEJTOM NEMOHCTPU-
pYET Ty XXKe TuHaMuKYy (Taba. 1, puc. 3), 4To u n3Me-
HEHME MPOTSIKEHHOCTE B COOTBETCTBYIOIIEM 3KC-
nepuMeHTe (HarpeBaHUM, OIIPECHEHUN, OCYLLICHUHN ).
DTU 00BEMEI ITO3BOJISIIOT IIPEACTaBUTh, KAKOM 00beM
TUAPOIUIA3MbI JOKEH IIOCTYIIaTh B IIEPBBIA MOIYJIb
CTOJIOHA (TIe IPOBOAMIIM BUACOPETUCTPALINIO) IS
3(ppeKTUBHOI TPAaHCHOPTUPOBKU YACTHUILL IO KOJIO-
Hun. “OobemMHbIe” T'TIT cocTaBnsOT 3HAYUTEIIHHYIO
npomo (nHoraa 1o 30—40%) oT 0611IeTO YKcIa TeUCHU
B U3yYEHHOM Auana3oHe (pakTopoB cpenbl (puc. 3a),
xots I'TIT 6omee 9 600 000 mxm?® (T.e. Gosee 6 MMm)
BcTpeyaroTcs pexe (puc. 36). MckioueHre cocTaB-
JisieT Temneparypa 28°C, 1ipu KOTOpoil “00beMHBIX”
npotrsekeHHbIX [TIT oyens Mano mim BooOOIe HET.
TakuMm obpa3zoM, MHTEHCUBHBIE NTpoTsskeHHbIe [ TIT
(bosiee OTHOTO MOIYJISI CTOJIOHA) B KOJIOHUM CYIIIE-
CTBYIOT, OHU HEe €AUHWYHBI, 1 HA HUX OCHOBBIBACTCSI
JaIbHUNA TPAaHCHOOPT YaCTHII.

PaccMmoTpuM MHTEpBabHbIE BapUALlUOHHbBIC Psi-
Obl 3HayeHuil mpotskeHHoctu ITIT B cToimoHax
D. pumila ipu uccaenoBaHHBIX 3HAYCHUSIX (PAKTOPOB
cpensl (puc. 4), B3aMMHO JOIOJIHSIIONINE PE3YJIbTaThl
pacueta Inty.

ITpu noBeiieHU TeMiiepatypsbl ot 10 o 25°C ya-
crota I'TIT mpoTskeHHOCTBIO 00Jiee 2 MM U3MEHSIET-
Ccs1 HEe3HAYMTeNbHO, XOTs 4actoTa KopoTkux I'TIT
(MeHee 2 MM) Bo3pacTaeT B 2—3 pasa npu 20 u 25°C.
IIpu temnepatype 28°C uactora kKoportkux I'TIT
cHIXaeTcs, a npoTsokeHHble IT'TIT ctaHoBsITCS pen-
kumu (puc. 4).

Ipwu onpecHennu ¢ 26 10 15%o CylleCTBEHHbBIX U3-
MEHEHWI YaCTOThI KOPOTKUX W TIpoTskeHHbIX [ TIT He
IIPOMCXOIUT, T.€. paclpene/iMTe/IbHasl CUCTeMa XOpO-
1110 aIaNTUPOBaHA K OIPECHEHUIO U IIPOIOJIKAET I10JI-
HOLIEHHO paboTaTh (IT0 KpaitHeil Mepe, B KOPOTKMX MO-
JIeabHbIx KonoHusix). Ilpu 10%o0 yvacrora Beex I'TIT,
KaK KOPOTKMX, TaK 1 IIPOTSLKEHHBIX, CHIZKASTCSI TIOUTU
B 2 paza. CnenoBarelibHO, 3(pPEeKTUBHOCTD (PYHKIINO-
HUPOBaHMSI pacIpeaeauTebHoin cucteMbl ipu 10%o
CYLLIECTBEHHO YMeHbIIaeTcs (puc. 4).

OcylieHne IMTeIbHOCTRIO 10 30 MUH BKITIOUM-
TeJIbHO MpakTU4ecku He BiuseTr Ha yactoty I'TIT.
IMTapameTp BomooOMeHa (CTosiyasi WM IMpOTOYHasi BO-
J1a) He cKa3bIBaeTcs Ha 3(h(heKTUBHOCTU pacripeaei-
TEJIbHOI CUCTEeMBI KaK IIJIsi KOPOTKMX (MeHee 2 MM),
Tak 1 17151 60Jiee MPOTSKEHHBIX TeUeHUM (puc. 4).

CpenHue 3HaYeHUS MPUPOCTA CTOJIOHA 3a OAWH
aKT POCTOBBIX IyJIbCAlUi (m,,), 3apETUCTPUPOBAH-
HbIE TIPUMEPHO B TO Xe BpeMs, uto u I TIT, oka3siBa-
I0TCsl 00Jiee UyBCTBUTEIbHBIMU K YCJIOBUSIM COJEp-
Kanust. CyIIeCTBEHHOE YMEHBIIECHUE M, TPOMCXO-
ouT yxe npu 25°C, a takxke npu 15%c um npu
ocymennu Ha 20 muH. [Tpu 28°C wim nipu 10%o poct
CTOJIOHA MOYTHU MpeKpallaeTcs, IpuyeM BCero JUIllb
3a HECKOJIBKO YacoB T0cJie TiepeBoja KOJIOHUM B Ta-
Kue yCI0BUs conepxkaHus (Tadi. 1).



332

OBCYXIEHUNE

CpaBHUTEJIBHOE U3YYEHUE PeaKlUM pacIpenciv-
TEJIbHOM CHUCTEMBbl KOJOHUAJbHBIX TUIPOMAOB Ha
BHEIIHUE BO3AEHCTBUS IPOBOAMUTCS BIiepBbie. PaHbliie
yaeasIn 00bllle BHUMaHUS POCTY U BETBJIEHUIO KOJIO-
HMU, KaK TOKa3aTe/isIM BO3NCUCTBUSI Ha KOJOHUAJb-
HbIi opranusM (bypeikuH, 1978a, 6, 1979) wiu nomy-
JISLIMOHHBIM TIOKA3aTeNsIM JIJ11 HEKOJIOHUATbHbBIX TUI-
pounoB (KanaeB, 1952). M3MeHeHUsI B pocTe U
BETBJICHUU CYIIIECTBYIOIIMMU METOIaMU OOHAPYK1Ba-
I0TCSI MEIJIEHHO — CITyCTSI CYyTKM U 6osiee (MapdeHuH,
BbypbikuH, 1979). OHM oTpaxalroT CylleCTBEHHYIO Tie-
PECTPOIKY BCETO KOJIOHUAIBHOTO OpraHmn3Ma, Kotopasi
CTAaHOBUTCSI 3aMETHOI He cpaldy U IIPOJOJIKACTCS
JIOJITO — MOPOI HeJEI0 U OOJIbIIIe, YTO B KU3HU KOJIO-
HUATbHBIX THUIPOMIIOB COCTABISIET 3HAYMTEIbHbIN
CPOK.

bricTpee peakiusl TUOApOUIOB HA BHEIIHHE BO3-
IeCTBUST BhIpaXkaeTcsl B MyJbCallMM 1LieHOCapKa U B
MOBEACHUM TUIAPAHTOB. [Ipy HACTYIUICHUM JTIOOBIX
HEeOIaTOMPUSITHBIX OOCTOSITEILCTB THAPAHTHI CXKU-
MaloTcst. Tak OHM pearupyroT Ha OCYIIEHHE, Pe3Koe
U3MeHeHHe TeMIIepaTypbl, TOKM BOAbI 1 TIp. [Tynbca-
LM IIeHOCapKa TakxKe YYBCTBUTEIBLHBI K BHEITHUM
BO3JEUCTBUSIM — OCOOCHHO MyJbCALMU BEPXYIIEK
pocra ([dementoeB, Mapdenun, 2018, 2019a, 06;
Mapdenun, dementoeB, 20180). OnqHako 1 ToBee-
HUE TMAPAHTOB, U IIyJbCalluM lIEeHOCApKa B 3HAYM-
TEJIbHON Mepe OTpaxaloT JIOKAJIbHbIE OOCTOSITEIIb-
ctBa. 1o HUM Henab3sT cyonTh 00 3hPeKTe BO3acH-
CTBUI HA BECb OPTraHN3M B LIEJIOM.

Db dekTMBHOCTH GYHKIIMOHMPOBAHUS pacIIpeie-
JIMTEILHOM CUCTEMBI, BbIpaxkeHHasi B CKOPOCTH M
o0BbeMax IMepeHOCUMOIi TUAPOILIa3MOii YacTull — ba-
30BBII TOKA3aTeJIb XKU3HEACATEIbHOCTY KOJIOHNAJIb-
HOTr0o OpraHm3Ma, TaKoii Ke KaK pOCT U BETBJICHUE,
HO oTIpeneIieMblii HaMHOTO ObICTpee (3a HECKOIBKO
yacoB). OnucaHHbIe B IUTEpaType ObICTPHIE METOIbI
nzydyeHus I'TIT — myTeM BBeaeHUS B IIUILY paarioaK-
tuBHOI MeTKU (Rees et al., 1970) wnu diyopecleHT-
HbIX Kpacuteyieii (MakapenkoBa, 1988; Buss et al.,
2015) — TpeOy1OoT HAJIMYUS CIIELIUMATBHOTO 000pYyI0-
BaHUsI. KpoMme TOro, 3T MeToabl HEIOCTATOYHO CO-
JIepXaTeJIbHBI, TTOCKOJBKY C MX ITOMOIIBI0 MOXHO
OIpeaeSINTh TOJIbKO TeHepalbHOEe HanpaBieHUe, T1-
CTAHIIUIO U MPOJOJIKUTEbHOCTD TIepeMeIlieHUsT Me-
TOK 0e3 meTaau3aliiu IIpoiecca (opMHUPOBaHUS
I'TIT, ero 3aBUCUMOCTU OT JIOKAJIbHBIX COCTaBIISTIO-
mux I'TIT, 6e3 mertambHO TUHAMUKU (PYHKIIMOHU-
pOBaHUS pacnpeaeIuTeIbHON CUCTEMBI.

Ucnonw3yss MeTton BUIACOpPETUCTpAlLIMM IepeMe-
IIEHUS TUAPOIUIA3MbI B CTOJIOHAX Y KOJIOHUAJIbHBIX
TUIPOUIOB MOXKHO ITPOCTO U OECKOHTAKTHO BBISIB-
JISITh PeaKIVIo pacIipeaeIMTeIbHOM CUCTEMbI Ha pa3-
JIMYHBIC BOSﬂCﬁCTBMﬂ, KOTOPBIM ITOABEPracTcsa Ko-
JIOHUAJILHEIN opraHu3M. [lepuon 3aaep>kKu peakiinu
Ha BO3JEICTBUE COOTBETCTBYET OMHOMY—IBYM LMK~
jgaMm I'TIT, 1.e. or mony4aca 1o yaca. @akKTu4ecKu 3TO
MOMCHTaJIbHasd pe€akKiusd opraHni3mMa, TaK KaK BCE
IIPOLIECCHI Y KOJIOHUAJIbHBIX TUIPOUIOB, KPOME I10-
BEeIeHUs] TUIPAHTOB, MPOUCXOASAT MEIJIEHHO — Ha
MPOTSKEHUN IEeCATKOB MUHYT.

JKYPHAJI OBLIEN BUOJIOTUU

JEMEHTBEB, MAP®EHUWH

Hcronp3yst KIIo4eByIO pOJib pacIipeleTuTe IbHOMN
CUCTEMBI B XXKM3HEAESITEIbHOCTU TUAPOUIOB U BO3-
MOXKHOCTb OBICTPOI perucTrpalvyd ee peakluu Ha
BHEIIHNE BO3ICHCTBUS, MBI MOXEM ITOJONTH K pe-
IIEHUIO psima 3amad, Kak (pyHIaMeHTaJIbHBIX, TaK U
npukiagHbix. @yHaaMeHTaIbHas 3a1a4a — ompee-
JIEHVE CTEIEeHU TOJEPAaHTHOCTU MOMYJBLHOTO Opra-
HU3Ma, CIIOCOOHOCTU MEepeXUBaTh HeOJIaroIIpusIT-
HBI€ TIEPUOAbI, HEKOTOPOM HEUYYBCTBUTEIBHOCTU K
CTPECCOBBIM BO3ICHUCTBUSIM.

INpuknagHas 3amaya — BBISICHEHUE TIPOMOJIKU-
TEJIbHOCTY TOTTYCTUMOI CMEHBI YCIIOBUIA Cpelibl, TPU
KOTOPOI KOJOHHMAILHBIM OpPraHW3M HE pearnupyer
repecTpauBaHUEeM CBOUX MPOLIECCOB XU3HEAEITEb-
HOCTHU Ha HEIPOIOJLKUTEILHOE OCYIIeHNe, N3MeHe-
HUE TeMIlepaTypbl WIN COJICHOCTU, MpeObIBaHUE B
HETTOABIDKHOM BOJIE U TIP.

B »T0i% cBSI3M paccMOTpUM aBa Borpoca: 1) Kak CH-
crema I'TIT pearnpyeTt Ha pe3kne N3MEHEHUS YCITOBUI
cpenpbl; 1 2) ocTaeTcs ik 3Ta cucteMa 3(POEeKTUBHOIA.

AHanu3 nokasareyieii mepeMelIeHus TUapoIIias3-
Mbl TIO3BOJIMJI BBISIBUTb 3KOJOTMYECKUE TIpeaesibl
HOpPMaJILHOTO cylllecTBoBaHusl D. pumila no He-
CcKoJIbKUM NapameTpaM. [loa HopmanvHvim cywecmeo-
6aHuem Mbl TIoApa3yMeBaeM coxpaHeHUue 3(h(hEeKTUB-
HOW TPaHCHOPTUPOBKU BHYTPUITOJOCTHOU KUIKO-
CTM TIO KOJIOHWH, T.€. CIHOCOOHOCTbH IOCTaBJSITh
YacTHUIbl OT CAMOTo OOJIBIIOrO Modera K HyJleBOMY
MOJIYJII0, OIMKaiieMy K BEpXyllIKe pocTa CTOJIOHA.

CnocoOHOCTh K TIPOTSIKEHHOMY TPAHCIIOPTY TTH-
ILIEBBIX YACTUII B CTOJIOHE KOJIOHUAJILHOTO TUAPOUIA
B OOIIlEM ciy4yae OmpeiesisseTcsl pacuyeTHOM MpoTsi-
XeHHOoCThIo JoKanbHEIX I'TIT, perucrpupyeMsuIx mmpu
MuKpoBuaeocheMke. M3 mokanbHbix ['TIT, Kak ObL10
noka3zaHo panee (MapdenuH, JlementoeB, 2017),
CKJIaJIbIBAIOTCSI HEMPEPbIBHbIE OJHOHAIpPaBIeHHbIE
nHaterpanbpHble I'TIT. OHu pacrpocTpaHsIOTCS Ha
3HAUYUTEJIbHbIE PACCTOSTHUSI — MaKCUMAJIbHO Ha JJTU-
HY BCETo CTOJIOHA OT €T0 MPOKCUMAJIbHOM YacTu, Tae
HaXOMUTCS CaMblil KPYIHBIN (MaTepUHCKUI1) TTOOET,
U3 KOTOPOTo Obla BblpallleHa MOJAEIbHas KOJIOHUS,
JI0 BEpPXYyIIKM pOCTa CTOJIOHA Ha AUCTAJILHOM €ro
koH1e (Mapdenun, [lementbes, 2019).

Ecnu pacyeTHast npoTskeHHOCTb JokajabHoro I'TIT
OoJibliie, YeM CpeiHsIs JUTMHA MOJYJIsl CTOJIOHA, TO UMe-
I0TCSl YCJIOBUS TIOCJIEIOBATEIbHOTO YYacThsl MOOEroB
BIOJIb IO CTOJOHY B MNEpeMEIIeHUN TUAPOILIa3Mbl
BHYTpU Hero. CorjacHO 3TOi TUIOTe3e, JOKaJbHOE
I'TIT yacTiyHO MoOcTyHaeT B OIMKaMIIMii 1O0eT, BbI-
3bIBasi OTBETHYIO PEAKIIMIO BbITAIKMBAHUS U3 HETO U3-
JIUIIIKA TUIIPOTUIA3MBI, T.€. TEHEPUPYsI CleAaylolIee JIo-
kanbHoe ['TIT u Tak nanee (MapdeHun, 1985).

Ecnu xe pacyeTHasi MpOTSKEHHOCTh JIOKATBLHOTO
I'TIT menslre cpenHeit IIMHBI MOIYJIS CTOJIOHA, TO OT-
CYTCTBYIOT HEOOXOIMbIE YCJIOBUS 1JIsl (DOPMUPOBAHMS
ofHoHarpasiaeHHoro npotsckeHHoro I'TIT. Takoe Te-
YeHUE O3HAYAET BCETro JIMIb HEOOIbIIION CABUT TUAPO-
IJ1a3Mbl B CTOJIOHE B TIpefesiax OHOro MOIYJIs, TOCe
Yero cieayeT ero “orkar”’ Hazan. YacTULbl MU TIpU
9TOM OCTalOTCsl B MpejesaXx OJIHOro MOMYJISl CTOJIOHA.
CaenoBatenbHo, cucrema I'TIT cranoBurcst Heaghger-
mueroil ipy nipoTskeHHocTH JIoKanbHBIX ['TIT menee
Ne 5

TOM 82 2021



HODEKTUBHOCTH PACIPEIEJIUTEIBHOM CUCTEMBI TUJIPOUJIA 333

CcpeIHeln ITMHBI Momyss cTtonoHa. Ta ke cucrtema I'TIT
MPYU CPEAHUX 3HAYCHUSIX TIPOTSKEHHOCTH JIOKATbHBIX
I'TIT Gombliie ITMHBI MOAYJISI CTOJIOHA TIPU3HAETCS Ha-
MU 3¢hheKkmueHoil, T.e. HOCTATOUHOI [IJIs1 00pa30BaAHMS
HETPEPhIBHBIX MPOTSDKEHHBIX TEUSHUIA.

Mexmy nByMs oTipeieIEHHBIMU BBIIIIE COCTOSTHU -
smu cucteMbl ['TIT — appexTrnBHOI 1 HEdDDEKTUB-
HOIf — MOTYT OBbITb MPOMEXYTOYHbIE COCTOSTHUSI.
CpaBHUBas cpelHUE 3HAYECHUS IJIUHBI MOMYJISI CTO-
JIOHAa W PacYEeTHOU MPOTSKEHHOCTU JOKAIBHOTO
I'TIT, cmenyeT MOMHUTD, YTO IPU YCPEAHEHUU CBO-
JIIUTCSI BMECTE BCe pa3HooOpa3ue ycpeaHsieMbIX 3Ha-
yeHuit. Cpean HUX eCTb KaK KOPOTKUE, TaK U IJIMH-
Hble Monyau (MapdenuH, lemeHtreB, 2017), a Tak-
e KOPOTKHUE W JUIMHHBIE JJoKanbHbie ['TIT.

CraHpgapTHas OIIINOKa CpeaHETro 3HAUYCHMSI JaeT He-
KOTOpOE TIPEJCTaBICHUE O pealbHOM pPa3HOOOpa3uu
YCPEIHSIEMbIX BEJIMYMH, HO He MOJIHOCTHI0. Heckoabko
Oosblle THPOPMALIMKA MOXKHO IIOJIyYUTh IIPU yUeTe J0-
Jm ripoTskeHHBIX I'TIT (0oee 3 MM) ot ob1iiero yuncia
TEYEHU B ITEPBOM MOIyJIe CTOJIOHA. DTOT MoKa3aTeslb
OKa3bIBaeTCSl 3HAYUTEILHBIM IPU BCEX MCIBITAHHBIX
3HAYCHUSIX aOMOTUIEeCKIX (paKTOpOB (puC. 2).

Bbonblie Bcero nHgopMam Mol TTOIYyYUId U3 Ba-
PUALIMOHHBIX PSIOB, IEMOHCTPHUPYIOIIUX COOTHOIIIE-
HYE MEXTY YCPETHIEMbIMU 3HaYeHUSIMU (puc. 4); B Ha-
IIIeM CJIy4ae 3TO COOTHOIIEHHE IMPOTSLKEHHOCTEM J10-
kaiabHbIX ['TIT, moapasneneHHbIX Ha TPU TPYIIIILL:

* TIepBas rpymnia (oo 2 MM) — Te4eHUsI, HeJoCcTa-
TOYHBIE IJISI TeHepaluu IpoTsokeHHBIX T'TIT;

» BrOpas rpymmna (ot 2 10 6 MM) — cpeaHue 110
miriHe gokanbHble I'TIT, oxBaThIBarolIe OgUH—IBA
MOMYJIsI CTOJIOHA, TEOPETUYECKM TOCTATOYHBIE IS
reHepauuu 1Henouyku jokaiabHbiXx I'TIT, cocTaBnsiio-
IIUX coBMecTHO TpoTsikeHHoe I'TIT;

* TpeThs Tpynia (0T 6 7o 17 MM) — TedeHUsT, KOTOpbIE
pacIpocTpaHsIOTCS Ha IBa U 0ojiee MOIyJIei CTOIOHA.

Pesynbrarbl cpaBHeHMs, IIpeACTaBJICHHBLIE Ha
puc. 4, yoenuTeIIbHO CBUIETEIBCTBYIOT O TOM, YTO
[JIJaBHOE YCJIOBUE MJisi TeHepalluy TPOTSLKEHHBIX
I'TIT — TeyeHUsT BTOPOIA TPYIIITBI — OMMHAKOBO MpPeI-
CTaBJICHBI ITOYTH IIPW BCEX 3HAUYCHMSIX M3YYCHHBIX
daxropos cpensl, kpome 28°C u 10%o.

CrnenoBartebHO, JaXe B TEX ClIydasix, Koraa cpe-
Hsisl BeauyuHaA JIoKadbHbIX ['TIT MeHblle cpemHeit
JJIMHBL MOIYJISI CTOJIOHA, MOTYT OBITH OTAEJIbHEIE JI0-
kanpHbIe ['TIT, nocTaTouHBIE IS TIPEOIOJICHUS pac-
CTOSIHUSI MEXKIY COCEIHUMMU TToberamMu. B aTux ciy-
qasix (popmupytorcs unterpaibHbie ['TI'T, KoTopbie
MEPEHOCAT YaCTULILI MUINU Ha 3HAYMTEJIbHOE pac-
CTOSTHHE T10 CTOJIOHY. IToCKONIBKY MOTOOHbBIE MHTE-
rpajibHble ['TIT BOo3HUKAIOT HEPETyJasSIpHO, TO 1 3(-
¢dektuBHOCTL cucTeMbl I'TIT, o4eBUIHO, MEHbIIIE 1O
CpaBHEHUIO C TEMMU CIIy4asiMH, KOTIa CpeaHIE 3Haue-
Hus mokanbHbIX I'TIT BBIIIE cpeTHMX 3HAYEHWI IJTH -
HBI MOJIYJISI CTOJIOHA.

IIpu xoHcTatauuy He3(EHEKTUBHOCTH CUCTEMBI
I'TIT caenyer Bce ke oOpamiaTh BHUMaHNE Ha BEJIU-
YUHY CTaHaapTHOM omnoku +SE (Tadn. 1) u pe3yib-
TaThl aHaJIU3a JAHHBIX C MTOMOIIbLIO BapUallMOHHBIX
psinoB (puc. 4). Yem Ooblile BeIUUYHA CTAHIAPTHOM
OIMOKM, TeM BeposiTHee, uTto cuctema ['TIT, maxke
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MPY HETOCTATOYHOM CpeAHEM 3HAYEHUW pacuyeTHOI
npoTtsekeHHocTH JoKanmsHoro I'TIT, BpeMst oT BpeMe-
HU TeHepupyeT TEeUeHMS, CIIOCOOHBIE O0OECIEeYUTh

MPOTSIKEHHYIO “3CTa¢)eTHy1o”2 nepenady 4acTull Ha

SHAYUTEJIBbHOEC paCCTOAHMEC 10 CTOJIOHY.

O4yeBUAHO, YTO MHTETPALIUSI KOJIOHUU OTIpeacIsi-
eTCsl He TOJIbKO TMpoTsKeHHbIMU T'TIT, HO 1 mx 4a-
crotoii. Yem Bbiire nosas npotskeHHbIX I'IIT, mpe-
BBILIAIOIINX CPEIHION UIMHY OTHOTO MOMIYJISI CTOJIO-
Ha (3 MM), TeM 3(ddeKTUBHee obecreueHre IUILCH
JIMCTAJIbHO PacHOJIOXEHHBIX 30H pocTa. [1JIst coBMecT-
HOTO yd4eTa ABYX COCTaBJISIOIIMX MBI BBEJIU WHICKC
3 HEKTUBHOCTA UHTErpalluu Intyy KOTOPBIM mpen-
CTaBJIIET COO0I COBOKYITHYIO JIMHY BCEX MPOTSIKEH-
Hbix I'TIT 3a yac (puc. 26). CpaBHuUBast Ha puc. 2 Mo-
IMapHO X0 aHAJIOTUYHBIX AUarpaMM, MBI BUIWM, YTO
IIJIST OITBITOB C TeMIIEPaTypoOii, OCYIIEHHUEM U TUIAPO-
JIMHAMMKOW OHM MOYTHM COBMAIAIOT, a B DKCHEPU-
MEHTE C COJIEHOCTBIO CYIIECTBEHHO pPa3andaroTCs.
DTO 03HAYaeT, YTO 110 MEpe OIPECHEHUS CHIDKACTCS
cpensss rpotsckeHHocTh ['TIT, mpeBpimmarommx 3 M.
ITosTomy nHaekc 3(pheKTUBHOCTU UHTETpALUU [Nt g
OoJjiee MH(pOpPMATHUBEH, 4YeM IoKa3aTeJlb YacTOTHI
npotsikeHHbIX I'TIT, 1 ero MOXHO peKOMEHIOBAaTh
IUIST aHaIn3a (U3NOI0TMIeCcKOil MHTeTpalluy y KOJIOo-
HUAJIbHBIX TUIPOUIOB.

Cnenys aToli peKOMEHAAlMM, MOXHO Y4YWUTHIBATh
MPOMEXYTOUHbIE COCTOSIHUS 3D (HEKTUBHOCTHU pacmpe-
JIEJTUTENIbHOMH CUCTEMbI, a HE TOJBKO BBIIEISATH /Ba
KpailHuX BapuaHTa: 3deKTUBHAS U HeahGHEeKTUBHAS
cuctemsbl I'TIT. B TakoMm citydae mpencTaB/IieHHBIE pe-
3yJIbTaThI (PUC. 20) TIO3BOJISIIOT CUUTATD, UTO pacIpese-
JIMTEJIbHAS crucTeMa Hanbosee 3¢pdeKTUBHA TIpr 15 1
20°C, 26%0 1 20%0, ocyiienuu Ha 5 u 10 muH. [1pu co-
JepXXaHUU KOJIOHUI B cTosiueil Bome 3(h¢heKTUBHOCTh
Takas Xe, Kak ¥ Ipu HAIMY11 BOIOOOMEHA.

AHamu3upys npotsokeHHOCTh I'TIT 1 o0beMbl ne-
PEHOCUMOI TeYECHUSIMU TUIPOILIA3MbI, CJICTYET IIOM-
HUTbH, YTO BCE OIBITHI OBLIN ITOCTABJICHBI Ha IIPEIe]Ib-
HO KOPOTKUX KOJOHUSIX, COCTOSIIIIUX U3 OTHOTO KPYII-
HOro (MaTepUHCKOTI0) Iobdera M OAHOr0 MaJleHbKOIO
(mouepHero). /JIyIMHA CTOIOHA B 3TUX KOJIOHMSIX OBLIa
5—6 mM. TeM Oosiee yIUBUTENBHO, YTO U B TAKMX KPO-
IIEYHBIX KOJIOHUSIX pacueTHas MPOTSKEHHOCTh MCXO0-
nsiero u3 MatepuHckoro noodera I'TIT B cpenqHeM co-
craBiseT 2—3 MM, a MakcuMaiibHO 10.6 MM. Kak Takoe
Bo3MOXHO? OOBEM HYJEBOIO MOIYJIS CTOJIOHA —
ydyacTKa Mo3adyd BEPXYILIKM pOCcTa — 3HAYUTEIBHO
0oJblile, YeM 00BEM JII0OOTO APYroro MOMYJISI CTOJIO-
Ha. OH SKBUBAJICHTEH TPEM—IISITU MOIYJISIM CTOJIOHA
Mmexny mnobderamm (Mapdenun, HemeHteeB, 2017).
Taxcke u Bepxyiika rmooera, BepHee, y4acTOK CTOJIOHA
HIDKE Hee, 3HaYMUTEeJbHO OOJIbllie MOIYJISl LieHOoCapKa
nmo6era M MOOYJISI CTOJIOHA (HaIIX HeOoITyOJIMKOBaH-
Hble gaHHbIe). COBMECTHO 3TOT KOMIUIEKC (HYJICBOM
MOJIYJIb CTOJIOHA 1 OJIM>KaMIIIMT MOJIOJIOM IMOOET) CIo-
COOEH MPUHSTh 3HAYUTEIbHbIE OOBEMbI TMAPOILIA3-
MBI, BBIIIEAIICH M3 MAaTepUHCKOIO ITo0era. Y CTaHOB-
JIEHHBbIe HAMI MaKCHUMAaJIbHbIC 3HAYEHUST PaCIeTHOTO

2Tele/IH “acrapeTHass” mepemadya 4YacTUI ObLT IPEIIOXEH
IO.B. Bypbikunbim (2013).
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oobeMa oxpHoro I'TIT kak pa3 cOOTBETCTBYIOT MaKCH-
MaJIbHBIM 3HaYE€HUSIM 00beMa HYJIEBOIO MOAYJSI CTO-
JIOHA.

AHaJIOTMYHBIX OIBITOB Ha JUIMHHBIX KOJIOHUSIX HE
MPOBOAUIIOCH. B OOJBIINX KOJTOHUSIX TIEpUcapK yaa-
JIEHHOM OT BEPXYyIIKU YacTU CTOJIOHA CTAHOBUTCS
TeMHBIM, yTOo MemiaeT peructpauuu I'TIT ¢ momo-
IIbI0 MUKPOBUICOCHheMKU. OOHAKO METOIOM HEIIO-
CpeICTBEHHOTO BU3YaJIbHOTO OTCJIEXKUBAHUS BUKE-
HUS YaCTUIl B CTOJIOHE IIOJ OWHOKYJISIpOM OBLIO
YCTAHOBJIEHO, YTO 3T YaCTUIIBI MOTYT 06€3 IepephiBa
MepeMelaThCsl OT OJHOTO KOHIIA KOJJOHUM, COCTOSI-
1Ieit 13 BOCbMU MOJYJIei cToJIoHa (ceMU ChOpMUPO-
BaHHBIX U PACTYIIETO HYJIEBOTO), A0 MPOTUBOITOJIOX-
Horo ee koH1Ia (MapdenuH, lemeHntrses, 2019).

M3ydyeHue Bo3aelicTBUs (haKTOPOB CPeaibl Ha KOJIO-
HUaAJILHBIM OpraHu3Mm ruapouna D. pumila Tiokasano,
YTO ITyJIbCAllMM IeHOCcapKa 1 MoKa3aTesId IlepeMelle-
HUYSI TUAPOILIa3Mbl 3a4acTylO CYIIIECTBEHHO BapbHpPO-
Bayu (JlemeHTheB, Mapdenun, 2018, 2019a, 6; Mapde-
HUH, [leMeHTheB, 20180), B TOM 4mCIe B CIydasiX, KOraa
3HAUYCHUST aOMOTUYECKMX (PAaKTOPOB ObUIM OJIM3KHM K
€CTEeCTBEHHBIM 17151 KosioHn. OTMedYeHHast Bapradeb-
HOCTb TaHHBIX MOXET SIBJISITbCS CJICACTBUEM IMOCTOSTH-
HBIX TPOLIECCOB CaMOPETYJISIIIUM B MOAYJIBHOM Opra-
Hu3Me (Mapdenun, 2016). DTo BakHOE OOCTOSITE/Ib-
CTBO CJIeAyeT VYYMTBHIBATh IIPU aHAJM3e peaKLU
pacnpenennuTeabHO CUCTEMBbl HAa BHELIHUWE BO3IEii-
ctBust. CpaBHuBas cuctemy [TIT B mM3MeHUBIIUXCS
YCIOBUSIX CYIIIECTBOBAaHUSI, HEOOXOIUMO CUYUTATHCS C
TeM, YTO 1 IIpA HeM3MEeHHBIX yc1oBHsIX ckopoctu I'TIT,
WX TEPUOAMYHOCTh U HAJTBLHOCTh BapbUPYIOT 3HAYM-
TeJbHO. DTO XapaKTepHasi 0COOEHHOCTh ACLIEHTpaIu-
30BaHHBIX oprann3MoB (Mapdenun, 2016).

IIpoBons maHHBINM CPaBHUTEIBHBIN aHAIU3, MBI
OCHOBBIBaeMCSI Ha TIEPBUYHBLIX peE3yabTaTaXx oOCy-
IIECTBJCHHBIX PaHee YaCTHBIX UCCIIEIOBAHUN peaKIuu
D. pumila Ha HarpeBaHMe, OIIpECHEHME, OCYILIEHUE U
n3MeHeHrue BomooOMeHa (Tabn. 1). XapakrepHas
BapnabebHOCTh TTokazareneit I'TIT crmaxuBaercs
HaJIM4ueM TPEeHIO0B, ONMMCAaHHBIX HaMu paHee ([e-
MeHTbeB, Mapdenun, 2018, 2019a, 6; MapdeHUH,
Hementoes, 20180).

OnTuMasnbHBINA IMANa30H, IIPU KOTOPOM 3aperu-
CTPUPOBAHbl MHTEHCHUBHBIE IEPEMEIIEHUSI THUIPO-
TUIa3Mbl M OOJIbIINE OOBEMBI IEPEHECEHHOM THUIPO-
r1asMel, coctasisieT oT 10 ;o 20°C u ot 26 mo 15%e.
I1pu maneHeitmem HarpeBanum (25 u 28°C) u orpec-
HeHuu (10%o) miepeMellieHUsT TUIPOILIa3Mbl TEPSIOT
aKTUBHOCTb, CTAaHOBSICb MeHee OBICTpBIMU, MEHee
MPOTSIKEHHBIMU U MeHee 00beMHbIMU (TabJ1. 1). Ocy-
IIeHNEe Ha HEeNPOMOJLKUTENbHBIN TTepuo (1o 30 MuH
BKJIIOYUTEIBHO) SIBHBIM O0pa30oM He CKa3bIBaeTCs Ha
paboTte pacnpeneauTelIbHO CUCTEMBI, XOTS U MPU-
BOJIUT K 3aMeJJICHUIO pOCTa CTOJIOHOB (JleMeHTheB,
Mapdenun, 2019a). B crosiueit Boae pacnpeneiu-
TenbHas cucrtema D. pumila GyHKUIMOHUpPYET Oojiee
9HEPrMYHO, a UMEHHO: ¢ OoJjiee BBICOKOI YacTOTOM
BO3HUKHOBeHUS MOIIHBIX ['TIT, 66b11eii nx cKkopo-
CTBIO U OOIBIINMU 00bEMaMU IIEPEHOCUMOM THIPO-
mwia3mbl (Mapdenun, JlementneB, 20180).

JKYPHAJI OBLIEN BUOJIOTUU

JEMEHTBEB, MAP®EHUWH

Tonbko pu JOCTHXKEHUM TeMnepatypbl 25—28°C
HaOmogaeTcsl CHIKeHne 3@MEeKTUBHOCTH (PYHKIIU-
OHMPOBAHUSI pacIIpeleIUTeIbHOI CUCTEMBI, HO Ja-
Ke IIPU CTOJIb BBICOKOI IS TUIPOMIA TeMIlepaType
npotskeHHble ['TIT He ncye3aioT mMOJTHOCTHIO (XOTS
CTaHOBSTCS peakuMu). B ocTalibHBIX CiIy4yasix pac-
npeaeauTesibHas cucteMa ocTtaercst 3MMEKTUBHOM,
T.€. CIIOCOOHOI1 00ECIeUnTh MEePEeHOC YaCTUILl K 30-
HaM pocTa, HECMOTPSI Ha YMEHbBIIEHUE IIPUPOCTa U
JIaxke OCTaHOBKY pocTa KonoHuu ([demeHnTtbeB, Map-
¢denuH, 2018, 2019a, 0).

Ha usmeneHue ycnoBuit cpeabl nokazatenu I'TIT
pearupyoT “Msarko”. Ilpu momaroBoM U3MEHEHUU
TeMIlepaTypbl, COJIEHOCTU, MTOCTETIEHHOM BO3pacTa-
HUU MPONOJIKUTEIbHOCTU OCYIIEHUSI U OTCYTCTBUM
BOJIOOOMEHA OXKMJaeMO ObLIIO Obl YBUIETh TMHEUHYIO
peakuuio (HarpuMep, TJIaBHOE CHUXKEHUE BCeX IMOo-
Kazatesieit). OmHaKo 3TOTro He mpoucxomur (puc. 4),
3a MCKJIIOYEHUEM OITbITa C OompecHeHueM (puc. 20).
MN3menenue xapakrtepa I'TIT mpu KaxXmoM HOBOM
BO3JIEMCTBUM Ha OTACIBbHYIO KOJOHUIO B HCCIeaye-
MOM Jauana3oHe (akTOpOB Cpelibl MPAKTUUYECKU He-
3ameTHo. [lo anamm3y I'TIT MBI He MOXeM yCTaHO-
BUTb, YTO B IAHHBI KOHKPETHBIA MOMEHT CUCTEMA
MOYYyBCTBOBajla CMEHY YCJIOBMII cpenbl. Peakius
cpasy 1ocjie Mpou3BeIeHHOr0 U3MEHEH S apameT-
pa He 3aMeTHa. [Toka3zaresu TeUeHU MEHSIIOTCS He
obicTpo 1 He cuibHO (emeHntoeB, Mapdenun, 2018,
2019a, 6; MapdenuH, IemeHtbeB, 20180). JIuib mpu
yCpeAHEHUU MHOXECTBA JaHHBIX MO MHOTHMM KOJIO-
HUSIM MOXHO BBIIEIUTb HEKOTOPbIE TPEHAbI, HO U
OHU, BIIPOYEM, HE BIIOJIHE OTUETJIUBLIE.

BOnu3u skcTpemManbHbIX 3HAUYEHUI TapaMeTpoB
cpelbl TWAPOTIIa3MaTUYeCKe TEeYeHUS TPOaoJIKa-
10TCs (puc. 4), XoTs npyrue Gpu3noJIornyeckre noka-
3aresiu HapyiatloTcsa. PocT cHuXkaercsi BILUIOThH 11O
OCTaHOBKW (M, B TabII. 1); GoJsiee TOro, y pOCTOBBIX U
JIaTepaJibHBIX MyJIbcalliii TeJla U3MEHSIOTCS TepUo U
ammutynga (dementeeB, Mapdenun, 2018, 2019a, 0;
Mapdenun, JlemeHTBeB, 20180).

CoxpaHeHMe TUAPOILIA3MATUYECKUX TEUECHUIA
CBUIETENILCTBYET O TOM, UYTO pacIipeesINTeIbHAs CU-
cTeMa nponoskaeT GyHKIMOHUPOBATh 1aXe B YCJIO-
BUSIX CTpecca.

SBNsgsICh XapaKTepHBIMM OpraHM3MaMM, OOWTalO-
IIVMMM Ha TpaHULIe HIDKHEH JINTOPAJIU U CyOJIMTOpaIH,
HcclIefoBaHHbBIe HAMU KOJIOHUU runpouna D. pumila
IMOABEPraloTCS CUJIBHOMY aOMOTHMYESCKOMY BO3Ieii-
cTBUIO. JI0o CHX TTOp OCTaBaJIOCh COBEPIIEHHO HE SIC-
HO, BBI3BIBACT JIU aOMOTUYECKUI CTpecc KaKue-a1uoo
HapylIeHUs B padoTe pacIipeneIuTeIbHO CUCTEMBI,
a €CJIY U BBI3BIBAET, TO HACKOJILKO CUJIbHBIC. AHAIN3
napaMeTpoB (PyHKIIMOHUPOBAHUS pacIipeacIuTeb-
HOI CHUCTeMBbI IMO3BOJIUJ MMOKa3aTh CKOJb YCTOMYM-
BBEIMUA MOTYT OBITh TMAPOILIA3MaTUUYECKHUE TEUCHUS
IIpYA BHEIITHUX BO3ACHCTBUSIX (TeMIIEpaTypPHBIX, CO-
JIECHOCTHBIX U T.I1.), OJIU3KUX K €CTECTBEHHBIM B Me-
cTax OOMTaHUsS BUAA B JICTHUI IIEPUOI.

DTO CIYXUT NOATBEPKICHUEM JTAOUJIBHOCTU Je-
LIEHTPAJIM30BAHHOU pacIipeAeIUuTEIbHON CUCTEMBI.
B MonynbHON opraHu3anvu, MIPpUCYIIEH TUAPOUIAM,
CTAHOBSITCSI BO3MOXHBIMU HELIEHTPAJIM30BAHHBIC
Ne 5
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peryisauuu, oOyCIIOBIMBAMOIINE 00Jiee BBICOKYIO
YCTOMYMBOCTb CUCTEMBI 3a CUET Pa3BUTUS IIACTUY-
HOCTU (PU3MOJOTUYECKUX TIpoueccoB. [uapouabl
CIOCOOHEBI afalITUPOBATHECSI K OCOOEHHOCTSIM CpeIbl
obuTaHMg OJaromapsi CBoeil “rmpuMpomHON” Bapua-
oenpHOCTH (Mapdenun, 2002, 2016). OTHOCUTENE-
HO TIPOCTO YCTPOEHHBIM OpraHu3M TUApouaa ae-
MOHCTPUPYET MJIACTUYHOCTH OTBETA Ha BHEIIIHEE
BO3IIEMCTBYUE: COBEPIIESHHO pa3HbIe (PAKTOPHI CPEHbI
B MCCJIEJOBAHHOM JIMaIia30He He MOTYT IeCTa0OMJIM -
3upoBaTh cuctemy. @uU3nosornyecKuii mpoiecc rne-
peHoca MUIIU MO0 KOJOHUATbHOMY OpPraHU3MY Cy-
IIIECTBEHHO HE HapylIaeTcs Aaxe MPU OTKIIOHEHUU
YCIOBUM OT ONTUMAJBHBIX IJisI TUAPOUOA. XOTS
D. pumila n sBisieTcst auTopanbHOi (hopMoii, oouTa-
IOIIEN B HECTAOMIIbHBIX YCIOBUSIX ITPYIMBHO-OTIINB-
HOI TTOJIOCHI, BCE 3K€ MOKHO BBIIEINTh HAUOOJIEE OITH-
MaJibHbIE [IJI1 Hee IToKas3aTeau abMOTMYeCKUX (haKTo-
poB. HMcnonb3oBaHHBIE B 3KCIIEPUMEHTAX 3HAYCHMSI
daxropos cpenpr (10—28°C, 10—26%0) COOTBETCTBYIOT
TeMIIepaTypPHBIM U COJICHOCTHBIM PeXXUMaM Ha JIUTO-
panu 0eIOMOPCKOI0O MOoOepeXbsl B JICTHUI ITEPUOJI
(HaymoB, Onenes, 1981; LletauH u ap., 2010). OnHa-
KO ONTUMAJbHBIN IUAana3oH, MPU KOTOPOM HaOII0-
JTaI0TCSI BLICOKAsSI CKOPOCTh pOCTa, MHTEHCUBHBIE TIC-
peMelIeHnsT TUIPOIIa3Mbl M HAaMOOJBIINN 00BeM
MepeHeCeHHOM TUAPOIIa3Mbl, cocTaBiseT oT 10 mo
20°C. I'mnpoun D. pumila cnocobeH cyliecTBoBaTh 6e3
MPOSBJICHUSI TPU3HAKOB YTHETEHUS B AUAMIa30HE COJIe-
HOCTU OT 26 o 20%0 B TeyeHUe 1o KpaitHeit Mepe 8 U
(IementoeB, Mapdenun, 2018, 2019a, 06). Kononuu
BBIIEPXXUBAIOT ocylleHre 10 30 MUH BKIIFOUUTEJIBHO:
MPOUCXOIUT 3aMeIJIeHIE TIPUPOCTa, HO 3HAYMMBIE U3-
MEHEHUS B ITyJIbCALIMSX Tejla U TIepeMEeIleHUH TUIPO-
TJIA3MBI OTCYTCTBYIOT JaxKe CITyCTsI 7—9 4 HaOII0IeHUIA.

YcraHoBeHHass TOJEPAHTHOCTh paclpenesiu-
TeJabHOUM cucteMmbl D. pumila KX aOMOTUYECKUM BO3-
IEWACTBUSIM UMeeT IpakTuieckoe 3HaueHue. OHa
MO3BOJISIET MCMOJIb30BaTh TaKWe MpoLenypbl Mpu
9KCIEepUMEHTANIbHOI paboTe ¢ TUAPOUIAMU, Kak:
1) IepeHoC CTeKOJI ¢ KOJTOHUSIMU U3 OJTHOM KIOBETHI B
IPYTyI0; 2) MaHUMNYJSIIIUU C TUAPOUAAMU B HEMPO-
TOYHOII KIOBETE CO CTOsYeil BOHOIi; 3) KOpMJIECHUE
TUAPOUIOB B OTAEIbHOM aKBapuyMe Mpu TeMIepaTy-
pe, OTIMYHOW OT TeMIepaTypbl KyJIbTUBUPOBAHUS;
4) BRIHYXJIEHHOE COJIep>KaHue B BOJIE C pa3HOM coJie-
HOCTBIO (B3TOI M3 MOpPSI U HE CTaHAApTU3UPOBAH-
Holi) U T.11. [ToslydyeHHbIE TaHHbBIE TTO3BOJISIIOT CHSTh
MHOTHE BOMPOCHI O TOMYCTUMOCTU MPOBEACHUS TeEX
VI WHBIX MPOLEAYp MPU JabOpaTOPHBIX HUCCIeI0Ba-
HUSIX TUIPOUIOB — BaXKHBIX MOMEJbHBIX OOBEKTOB (110
KpaitHeil Mepe, 9acTo UCIIOIb3yeMoro Buna D. pumila).

Mebr paccMoTpenu 3(p¢heKTUBHOCTh WHTETPALIUU
KOJIOHMU HE TOJIbKO Ha MpeaMeT ee HATUYUS WU OT-
CYTCTBMS, HO U UCTIOJIb3ysl KPUTEPUIL YACTOTHI UHTE-
rpallMoHHBIX TpOoTsLKeHHBbIX T'TIT. dopMmupoBaHue
JIOKAJIbHBIX T€YEHUN, TOCTAaTOYHBIX 111 3D HeKTUB-
HOTO NepeMelleHUs TUAPOILIa3Mbl IO KOJIOHUHU, BO3-
MOXHO MpPHY BCEX MCCIIENOBAHHBIX YCIOBUSIX CPEb,
XOTsI U ¢ pa3Hoii yacTtoToil. McciaenoBaHHbBIE TOKa3a-
TEJIU CPeAbl HE MPUBOSIT K MTOJTHOMY TTPEKPAIEHUIO
TPaHCTIOPTUPOBKU TUAPOTIIIa3MbI MO KOJIOHUU (Iaxe
npu 10%o0 B cronoHax coxpansitorcss I'TIT, a mpu
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28°C BcTpeyaloTcs TeYeHUsI IPOTIKEHHOCTbBIO 6oiee
3 MM). PactipenenuresibHast CUCTEMA OCTaeTCs TEOpe-
TUYECKU 2(DHEKTUBHOU MpU JIOOBIX MCIIBITAHHBIX
3HAYEHUSIX TEMIIEPATypHl, COJIEHOCTH, IJINTEIHLHO-
CTH OCYIIIeHHS ¥ OTCYTCTBMU BOOOOOMEHA. ¥ CTaHOB-
JIEHHasl CTOMKOCTb paclpeleUTeIbHON CUCTEMBI (B
TEepBbIC Yachl BO3ACUCTBUS (pakTOpa) — mOoKa3aTeIb-
CTBO TOJIEPAHTHOCTHU TUAPOUNAA K OTKIIOHECHMIO ITOKa-
3areneid cpeabl OT ONTHMAJIBbHBIX Ui OpraHM3Ma
3HaueHuil. [To-BUIMMOMY, TONEPAHTHOCTD SIBIASIETCS
XapaKTepHOU OCOOEHHOCTBIO pacHpeneIMTeTbHON
CUCTEMBEI JINTOpajbHOTO Tuapouna D. pumila.

BbIBOJbI

CorrocTaBjieHUe pe3yibTaTOB UCCIEA0OBaHUMN pe-
akuuu rugpouna D. pumila Ha U3MEHEHUS YCJIOBUiA
cpenbl TTOKa3aio, 4TO pacHpeAcauTelIbHas CUCTeMa
BTOTO BHjIA CIab0 pearupyer B MEPBbIE YAChl pe3KOTO
OTKJIOHEHUS OT ONTUMYMa T10 HECKOJIBKUM IJIaBHBIM
¢dakTopaM cpenbl, a UMEHHO: TeMIlepaType, COJIeHO-
CTU, OCYIIIEHUIO U BOIOOOMEHY.

PacnpenenurensHast cuctema D. pumila octaeTcs
TeopeTnueckr 3(OEKTUBHOI B AUAIIa30HE TeMITepa-
Typsl o1 10 1o 28°C, onpecHeHuu ¢ 26 1o 10%o, ocy-
LIEHUHU JJITUTEbHOCTBIO 10 30 MUH U OTCYTCTBUU BO-
JoobMeHa. OOHAKO ONTUMAaJIbHBIMU YCIIOBUSIMU
dyakumonupoBanus cucrtembl I'TIT gsiagrorcs 15—
20°C, 26—20%o0, a TakKe KPaTKOBPEMEHHOE OCYIIIE-
Hue Ha 5—10 muH. Paszauuusa B addekTuBHOCTU
(GYHKIIMOHUPOBAHUS paCIIpeIe/IMTEIbHON CUCTEMBI
P CollepXXKaHMUM KOJIOHWII B CTOSIYEI BOJE M Ha Te-
YEHUU HE YCTAHOBJICHBI.

MccnenoBaHue BBITIOJHEHO B paMKax Hay4YHOTO
MMpoeKTa TrocygapcTBeHHOro 3amaHuss MIY umeHu
M.B. JJomoHocoBa Ne 121032300118-0.

CITNCOK JIMTEPATYPbI

bypoikun FO.b., 1978a. Poct Kosnonuu Dynamena pumila
(L.) (Hydrozoa, Sertulariidae) npu pa3nudHoii coie-
Hoctu Boabl // den. BUHUTMH. Ne 2426-78. Jlemn. oT
14.07.1978. C. 1-7.

bypuixun FO.b., 19786. PocT 1 nojioBoe co3peBaHue KoJIo-
Huu Dynamena pumila (L.) (Hydrozoa, Sertulariidae)
npu pa3IMuHoi Temneparype Bonbl // Jen. BUHUTH.
Ne 2427-78. len. ot 14.07.1978. C. 1—10.

Bypoikun FO.b., 1979. Perynupyiooluasi pojib HEKOTOPBIX
aKoJoTuYeckuX (akTOpoB B Mpoliecce pocTa KOJTOHU-

aJIbHBIX TUApounoB. Jluc. ... KaHa. Omoj. HayK. M.:
MTIV. 168 c.

Bypoicun FO.B., 2013. DctadeTHBIN criocod repeMeleHUs
TUAPOTUTa3Mbl B KOJIOHUSIX TUAPOUIHBIX ITOJUIIOB //
Ontorenes. T. 44. Ne 2. C. 115—125.

Jemenmoves B.C., Mapgenun H. H., 2018. Bausinue omnpec-
HEHMST Ha POCT, MyJbCalliM LIeHOcapKa U IiepeMelie-
HUe TUAPOIIa3Mbl Y KOJOHHAIbHOTO Tuapouaa Dy-
namena pumila (L., 1758) // KypH. o06111. 61OJIOTHM.
T.79. Ne 5. C. 376—392.

Hemenmoes B.C., Mappenun H.H., 2019a. Bausinue dax-
TOPOB Cpeibl HA POCT U (DYHKIIMOHMPOBAHUE pacrpe-
NeJUTETbHOM cucTeMbl ruapouna Dynamena pumila
(Linnaeus, 1758) // Tp. VII MexnyHap. Hay4.-TIpaKT.
KoH®. “Mopckue wuccienoBaHUS U oOpa3oBaHUE



336

(MARESEDU-2018)”. T. IV. Teepp: OO0 “Ilonu-
ITPECC”. C. 282—-284.

Jemenmoves B.C., Mapgenun H.H., 20196. BosneiicTBue
TeMIIepaTyphl Ha pOCT, MyJIbCAalluM LIEHOCApKa U Iepe-
MeIEHNE TUAPOTUIA3MbI Y KOJJOHUAIBLHOTO THAPOUIA
Dynamena pumila (L., 1758) // ZKypH. o6111. GM0JIOTUN.
T. 80. Ne 1. C. 22—42.

Kanaes U.HU., 1952. 'mnpa: ouepku mo 6MOJI0TUU MPECHO-
BoIHBIX monunoB. M.; JI.: Uzn-Bo AH CCCP. 372 c.

Kocesuu U.A., 1991. CpaBHeHMEe DYHKIIMOHMPOBAHUS BEp-
XyIIeK pocTa IT00eroB 1 CTOJIOHOB B Kojionuu Obelia
loveni (Allm.) (Hydrozoa, Campanulariidae) // BecTH.
MTY. Cep. 16. buon. Ne 2. C. 44—52.

Makapenkosa E.I1., 1988. OnpeneneHue CKOpOCTH IBUKE-
HUSI TUIPOIIIa3Mbl Y KOJIOHUAJBHBIX TUIPOUIOB Poaa
Obelia ¢ noMo1plo GIJIyopeclieHTHBIX Kpacureseit //
JAH CCCP. T. 302. Ne 5. C. 1275—1277.

Mapgpenun H.H., 1985. ®yHKIIMOHUPOBaHUE pacTpeaesIv-
TEJIbHOM CHUCTEMBI IyJbCATOPHO-TEPUCTAUTBTUYECKO-
ro TUIIA y KOJIOHUAJbHBIX TUApOouaoB // KypH. obml.
ouosorun. T. 46. No 2. C. 153—164.

Mappenun H.H., 1993. ®dyHkivoHanbHass Mopdoiaorust
KoJioHnanbHbIX ruapounoB. CI16.: 3SMH PAH. 151 c.

Mapgenun H.H., 2002. HeueHTpaninzoBaHHasi caMopery-
JISIUMS 1IEJIOCTHOCTH KOJIOHWATbHBIX OPTaHU3MOB //
XKypH. o6u. 6uonoruu. T. 63. No 1. C. 26—39.

Mapghenun H.H., 2016. [JenieHTpaIn30BaHHBIA OpraHU3M
Ha IIprUMepe KOJIOHNAJIBHBIX THAponnoB // buocdepa.
T. 8. Ne 3. C. 315-337.

Mapgpenun H.H., Bypoixun FO.5., 1979. 3aBUCUMOCTb pO-
cra koiouuu Dynamena pumila (L.) (Hydrozoa, Sertu-
lariidae) ot koaMuYecTBa moay4aeMoii nuinu // BectH.
MTY. Cep. 16. buon. Ne 1. C. 61—68.

Mapgenun H.H., Jlemenmoes B.C., 2017. I1apanokc rmporsi-
JKeHHBIX TEYEHW TUAPOIUIa3Mbl B KOJOHHATHLHOM
ruapoune Dynamena pumila (Linnaeus, 1758) //
KypH. o6ur. 6uonoruu. T. 78. Ne 4. C. 3—20.

Mapgenun H.H., llemenmoves B.C., 2018a. IlpomoabHBIE
MyJIbCAllMU CTOJIOHA Yy KOJIOHUAIbHOTO ruapouna Dy-
namena pumila (Linnaeus, 1758) // XKypH. o611. 6uo-
qorum. T. 79. Ne 2. C. 85-96.

JEMEHTBEB, MAP®EHUWH

Mapgpenun H.H., /llemenmoee B.C., 20186. Poct, mynbca-
1IMU LIeHOcapKa U MepeMeleHre I'Maporuia3Mbl y KO-
JJoHuansHoro Tunpouna Dynamena pumila (L., 1758) B
MPOTOYHOM M HEMPOTOUHOM KioBeTax // XKypH. o01il.
ouonoruu. T. 79. Ne 2. C. 97—107.

Mapgenun H.H., Jlemenmoes B.C.,2019. K Boripocy o 1ipo-
TSDKEHHOCTH TUAPOTUIa3MaTUYeCKUX TeUeHUM Y KOJIO-
HUanbHOTO Tuapouna Dynamena pumila (L., 1758) //
KypH. o611, 6uomornu. T. 80. Ne 5. C. 348—363.

Mapgpenun H.H., lemenmoes B.C., 2020. [1oGeru kak reHe-
paTopsl THAPOIIa3MaTUIECKUX TEUYEHU B KOJIOHU-
anmpHOM runpoune Dynamena pumila (L., 1758) //
KypH. oo, 6uonorun. T. 81. Ne 6. C. 421—443.

Haymos A.JI., Onenes A.B., 1981. 3oonornyeckue 3KCKyp-
cun Ha benoM Mope: mocobue s JIeTHEel y4eOHOI
MPaKTUKU TI0 300JI0TMU 6€c03BOHOYHBIX. J1.: 31-Bo
JTY. 175¢c.

Ilemaun A.B., 2Kadan A.D., Mappenun H.H., 2010. daopa
u (ayHa bemoro mops. MimocTpupoBaHHBIN aTiiac.
M.: T-Bo Hayu. u3n. KMK. 471 c.

Buss L.W., Anderson C.P., Perry E.K., Buss E.D., Bolton E.W.,
2015. Nutrient distribution and absorption in the colo-
nial hydroid Podocoryna carnea is sequentially diffusive
and directional // PLoS One. V. 10. N0 9. Art. e0136814.

Dudgeon S.R., Buss L.W., 1996. Growing with the flow: on the
maintenance and malleability of colony form in the hy-
droid Hydractinia // Am. Nat. V. 147. Ne 5. P. 667—691.

Dudgeon S.R., Wagner A., Vaisnys J.R., Buss J.W., 1999. Dy-
namics of gastrovascular circulation in the hydrozoan
Podocoryne carnea: The one-polyp case // Biol. Bull.
V. 196. P. 1-17.

Marfenin N.N., Dementyev V.S., 2017. Functional morphol-
ogy of hydrozoan stolons: Stolonal growth, contractility,
and hydroplasmic movement in Gonothyraea loveni (All-
man, 1859) // Mar. Biol. Res. V. 13. Ne 5. P. 521-537.

Rees J., Davis L.V., Lenhoff H. M., 1970. Paths and rates of
food distribution in the colonial hydroid Pennaria //
Comp. Biochem. Physiol. V. 34. P. 309—-316.

Wagner A., Dudgeon S., Vaisnys J.R., Buss L.W., 1998. Non-
linear oscillations in polyps of the colonial hydroid
Podocoryne carnea // Naturwissenschaften. V. 85.
P. 117—120.

Efficiency of the transport system of the hydroid Dynamena pumila (L., 1758)
under different abiotic impacts

V. S. Dementyev* ¢, N. N. Marfenin® *
“Lomonosov Moscow State University, Biological Faculty, Department of Invertebrates Zoology
Leninskie Gory, 1, Moscow, 119234 Russia
b National Research University Higher School of Economics, Faculty of Biology and Biotechnology
Myasnitskaya, 20, Moscow, 101000 Russia
*e-mail: marf47@mail.ru

The article is devoted to determining the efficiency (range and volume) of transport of food particles suspend-
ed in hydroplasm along the stolon of the colonial hydroid Dynamena pumila inhabiting the littoral, depending
on four environmental factors. These are temperature (10, 15, 20, 25, 28°C), salinity (26, 20, 15, 10%0), air
exposure (duration 5, 10, 20, 30 min), presence or absence of water exchange. The ability for efficient trans-
port is determined by the estimated length of local hydroplasma currents, from the chain of which continuous
integral hydroplasmic flows are formed. Local currents, covering one or two stolon modules and theoretically
sufficient for the generation of joint extended hydroplasmic flows, are equally represented for almost all val-
ues of the studied environmental factors, except for 28°C and 10%o. This means that the transport system of
D. pumila is equally effective in a wide range of temperature and salinity changes, as well as during prolonged
air exposure and when keeping colonies in stagnant water. The highest efficiency of colony integration is
achieved at 15—20°C, 26—20%o and after air exposure for 5—10 minutes. In terms of the degree of integration,
the content of colonies in non-flowing and flowing conditions practically does not differ. The transfer of col-
onies from one cuvette with water to another does not affect the intensity of hydroplasmic flows system.
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B 0630pe, mepBOM Ha PyCCKOM SI3bIKE, 3aTPOHYThI BOIIPOCHI 9KOJIOIMYECKOro M 60TAHUYECKOTo (peHOMEHa
aMUdUTU3IMA COCYAUCTHIX pacTeHuit. O0cyxkmaeTcs mpodaeMa MPOUCXOXKIAEHUS SN DUTU3MA, €r0 IKOJOr1-
YeCKMX IPaHULL U COBPEMEHHOTO IIOHMMAaHMSI 9KOMOP(OIOrnyeckux ocobeHHocrei sanuduton. PaccMmotpe-
HBI pa3JIMYHbIE MOAXOAbI K KJIacCU(UKaUKU SMU(MUTOB, BKIIOYAsT aBTOPCKUE, OOCYKIAETCS COOTHOLLICHUE
COBPEMEHHOI aHIJIOSI3bIMHOM TEPMUHOJIOTUM U TPAAULIMOHHOM ISl PYCCKOSI3BIYHOM IuTepaTyphl. O0CyX-
JIeHbl HanboJiee MUCKYCCUOHHBIE ITPOoOJIeMbl B HOHMMaHUM (heHOMeHa SNM(pUTHU3Ma B MUPOBOI JIMTEpaType.
PaccMoTpeHbl MeXaHU3MbI CYILLIECTBOBAHUS PACTEHMIA, IMMOPBABIINX ¢ HA3¢MHBIMU UCTOYHUKAMU MUHE-
pasibHOro nmuTaHusl U Boabl. M3noxeHa npobiaemaTtuka u ctenedb nsydyeHHocTu CAM (crassulacean acid
metabolism) y 3nupUTOB B KOHTEKCTe MX KcepoMmopdo3a. Paccmorper MexaHu3M U (GyHKIIMOHAIbLHAS
pOoJib 00pa30BaHUsI MOJABEIIEHHBIX MOYB. OTpaXkeHbI CYILIECTBYIOLIME TEOPUU U AUCKYCCUOHHBIE TTpO0Iie-
Mbl MUHEPAJIbHOTO MUTAHUS SNTU(PUTOB, B YACTHOCTU a30THOrO NUTaHus. OGOOIIEHBI pa3IMYHbIe OMOJIO-
TMYeCKHUe acreKThl OCBOSHUS KPOH: IMACIOPOJIOTHS, CTPOSHUE SMUMUTHBIX COOOIIECTB U 9KOCUCTEMHAs

pOJIb AIU(MUTOB.
DOI: 10.31857/50044459621050043

BnuduTtel (0T rpey. EmL — “Ha” U UTOV — “pac-
TeHHUEe”) — 3TO OPraHU3MBbl, KOTOPbIE TIPOU3pPACTAIOT
Ha IpyruxX pacTeHUSIX, UCTIOIb3YsI MOCAEIHE TOIbKO
B KayeCTBE OMOPHI U CyOCTpaTa, MpU 3TOM He SIBJISISICh
napasutamMu. B caMmoMm mupokom cMuiciie snuguTa-
MU SIBJISIIOTCSI MHOT'ME€ OpraHM3MBbl: OaKTepUH, IPU-
OBI, BOHOPOCJIM, JUINANHUKKN, MXA MU COCYIUCTHIC
pacteHUs. B pyccKOSI3BIYHONM HAyYHOM JIMTEpaType
3TOT TEPMUH YIIOTPEOISIETCS YpE3BhIUYATHO IIIPOKO.
Hamnpumep, mouck B Google Scholar Ha ci1oBocoue-
TaHue “3NMUGUTHBIE MUKPOOPTraHW3MbI~ BblIaeT 060-
aee 2000 pe3ynabTaToB (PYCCKOSI3bIYHBIC CTAaTbU U
yIoTpebJieHUe CIOBOCOYETAHUS B CTAaThsIX). TepMUH
“anuduT” MUPOKO YHOTPeOIsIeTCs naxke IIPUMeHN-
TEJIBHO K ITOABOTHBIM 00beKTaM (Hamp., BuHorpamosa,
1989). OmHako, roBops 06 3nuduTax Kak 0 XU3HEH-
HOM opMe, KaK IIpaBUJIO, UMEIOT B BUIY COCYOU-
CTbIE paCTeHUSI, MpoM3pacTalollie Ha CTBOJIaX U BET-
BSIX IPEBBEB. DTO CBSI3aHO C TEM, UTO OHU, B OCHOB-
HOM CBOEMN Macce, rOMOMOTUIPUYECKUE PACTEHUS C
MPUCIIOCOOJICHUSIMU IJIs1 SNU(PUTHOIO odpasza Ku3-
HY (B OTJIMYME OT MOMKUJIOTUAPUIECKUX Oeccocyar-
CTBIX SMU(MUTHBIX MXOB 1 JIMIIAWHNUKOB). IMEHHO B
9TOM KOHTEKCTE MBI OyIeM TOBOPUThH O (peHOMEHe
srm¢uTU3Ma B paMKax 3Toli cTaThu. B psime ciydyaen
(IOBOJBHO PENKMX) MOXHO TOBOPUTH O 2unepanugu-

max (anuduTax, IpPoru3pacTaroIInuX Ha APYTUX IMU-
¢uTax) uiau o Ipon3pacTaHUU COCYAUCTHIX paCTCHUM

KaK snuguinoe' (T.e. pacTyIIMX HA JUCTbIX APYTUX
pacTeHuit).

HaHHBII 0030p mpeciienyeT HEeCKOJIbKO IeJiei.
Bo-niepBbIX, TO3HAKOMUTH PYCCKOSI3bIYHBIX OOTaHM-
KOB C COCTOSIHUEM TMPOOJIeMbl U3yUYEHUST COCYAUCTBIX
SMUdUTOB, BeAb TPAAWILIMOHHO BCE, UTO KacaeTcs
TPOIMYECKUX IKOCHUCTEM, OCTAETCS MO OOJIbIIEH Ya-
CTU BHE T10J1s] BHUMaHUSI OTeYeCTBEHHOI HaykKu. Bo-
BTOPBIX, Mbl TOCTAPAIUCH MOAUYEPKHYTb U BbIIEIUTD
T€ CYIIECTBEHHBbIE YepThl (OT (PU3MOJIOTMUECKUX 1O
MOMYJISIIUOHHBIX), KOTOPbIE OTIMYAIOT COCYIUCThIE
SMUMUTHI OT HAIIUX CEeBEPHBIX pacTeHuil. B-Tpe-
TbUX, Mbl CTAaBUJIU CBOEI 11€JIbI0 CUCTEMATU3UPOBATh
MHOTOUYHCJIEHHYIO JIMTEPATYPY O COCYIMCTBIX 3IMHU-
¢duTax B KOHTEKCTE IBOJIOLIMOHHON CXEMbI, B paM-
KaX KOTOPOH 3MUMUTHI CTAIM YHUKAJIbHBIM OMOJIO-
T'MYECKMM OOBEKTOM, KOTla BIievaTisioliee Ouopas-
HooOpa3ue OblJI0 [IOCTUTHYTO B OYEHb Y3KUX
9KOJIOTUYECKUX paMKaxX. DTU paMKU MOTYT ObITb CBE-
JIEHBI K TPEM 3KOJIOTMYECKUM “BbI30BaM’ OOMTaHMSI
Ha cTBoJie nepena: (1) 6anaHc (paKTOpPOB yBIAXKHEHUS

' B nonapnsionem GONbUIMHCTBE 3TO SBIEHUE XapaKTEpHO ISt
MXOB U1 JTUIIAHUKOB.

337



338 ECBKOB, KOJIOMEMNLIEBA

ﬂ?&T

=

VBenuueHue OCBELIEHHOCTHU U TIEpEIaaoB B.

Puc. 1. CxeMa OCHOBHbBIX 9KO(MU3NOJIOTUUYECKUX U OHO-
MOPGhOTOTUYECKUX afarTanii SNMUMUTOB TPU OCBOSHUU
BEPTUKAJIbHbIX MecTooOuTaHuil. CHU3Y BBepxX lepeBa
pacTeT yBeJIMYeHUE OCBEIIEHHOCTU M TepernajioB BiIaXk-
HOCTHU (KaK Ce30HHBIX, TaK M CyTOUHBbIX). OT LIEHTpa K re-
pudeprun KpoHBI YMEHBIIAITCA pa3Mepbl 3MUGUTOB U
pacteT ux kcepoMopdo3. Ha TOHKMX KpaeBbIX BETKaX 10~
MUHHPYIOT HeOONbIIMe CYKKyJIeHThie snudutel ¢ CAM
(@), OCHOBHBIM UICTOYHUKOM MX MUHEPAJTbHOTO ITUTAHUS
SIBJISIFOTCSI aTMOC(epHbIe AeO3UTHI (0). Bivke K LIeHTpy
KPOHBI PAcIoJiaraloTcsi aKKyMYJISITUBHBIE SMUMUTHI:
IHE30BbIe () — HaKaruIMBalollMe MOIBEIIeHHbIE M0Y-
BbI, MUPMEKOGWIbHBIE (2), CKOOOYHBIE (0) U KypTUHOO0-
pasywoiue (e). MuHepalibHOe TUTAHUE AKKYMYJISITUB-
HBIX 3NTM(UTOB HAMHOTO Goraue, Gyaromgapst onamy (),
CMBIBaM I10 CTBOJIaM U C KPOH (3), MyTyaJIu3My C Mypa-
BbSIMM (#) ¥ IPYTMMU KOHCOPTHBIMU opraHu3mamu. Ha-
KOHeLI, MoIy3nudUTHI (k) UMEIOT B TO UM UHO CTere-
HU CBSI3b C 3eMJICH U MOJIy4aloT YaCTh MUHEPAJIbHOTO MU -
TaHUsT W BOIObI U3 TOYBBI. B HIUXHE 4yacTU CTBOJIOB
pacrojaraioTcst cliuo@uibHble dMUdUTH (1), HAaMMeHee
MPUCTIOCOOJICHHbBIE K IJIMTEIbHOMY MEePEChIXaHUIO U KO-
JieGaHUSIM BJIaXKHOCTU BO3IyXa.

M OCBEIIEHHOCTH; (2) CTPOro JUMUTUPOBAHHOE MHU-
HepajabHOe nuTaHue; (3) 3aKperieHre pacTeHUH U
X TUACIIOp B KPOHAX JCPEBLEB.

Bce sttuduTh 1711 0ocBOeHUS SITM(PUTHBIX MECTO-
OOUTAaHWN MOJKHBI OBUIA PEIIWTH 3THU ITPOOJIEMHI,
peoOpa3yst He TOJBKO CBOM rabuTyC, HO U CUCTEMY
BOcIipou3BenaeHusd U npopactanus (puc. 1). Takum
o0Opa3oM, CTPYKTypa JaHHOMW pabOTHI MACT BCIESI 3a
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9TOI CXE€MOIi: Mbl pacCMaTpHBaeM CHadana cam ¢e-
HOMEH snuduTtu3Ma (BKjIodas npobjieMy KilacCu-
dukanuu 3nMudUTOB), TIEPeXoaruM K UX 3KOGhU3UO-
JIOTUM ¥ MHUHEPAIIbHOMY MUTAaHUIO M 3aKaHYMBAEM
npo0bJyieMoit paccesieH!sT B KpOHAX, CTPYKTYPOIi 31U -
(GUTHBIX COODIECTB U UX 3KOCUCTEMHOM posbio. Ha
OoJIblllee MBI HE TIPETEHIOBAJIM, TaK KaK IIOJTHOIIEH-
HBIIT 0030p COBpPEMEHHOI JIMTEpaTyphl 000 BCEX ac-
neKTax OMOJIOTMM 3MUMUTOB BO3MOXKEH TOJLKO B
paMKax oOIIMPHON MOHOTpadnm.

1. BKOMOP®DOJIOI'MA U ITPOBJIEMbI
I'PAHULIBI STTUMPUTU3IMA

1. 1. 2Kuznennas copma unu sxoepynna?
Macwmabrocms u pacnpocmpanenue

B Havase XIX B. antucuThl ObITM ONpeieieHbl Kak
pacTeHusl, Mpou3pacTallle Ha IPYyruX pacTeHUsIX,
“He moaydas oT Hux InmraHue” (Brisseau-Mirbel,
1815). Hcrtopuuecku >mudUTHl paccMaTpUBAINUCh
Kak oOTHeJibHasl >XU3HeHHasi ¢dopma. DTOT B3I
npemoxXeH eme I'yMOOIbTOM, BBIIECIUBIIMM OT-
nenbHylo dopmy snudutoB — “dopmy opxuaein”
(TopbimuHa, 1979). Ilo Paynkmepy (Raunkiaer,
1934), smmduThl SBISIOTCA KM3HEHHON (HOPMOIi,
BXoJsIIel B rpymmy dhaHepoduTtos. pyroit kpaiiHe
pacIpocTpaHEeHHbI B PYCCKOSI3BIYHOM JUTEpaType
MOAX0Md, XapaKTepHbI AJI1 OT€YECTBEHHOM IIKOJIbI
ouomopdosnorun (knaccudukauusas M.I'. Cepebpsi-
KoBa, 1964 T.), mIpenrioyiaraeT pasaejieHrue KU3HeH-
HbIX (D)OPM Ha KyCTAapHUKH, KYCTApHUYKHU, TPABbI U
T.I1., HO OH HE OCTaBJISIET MeCTa IJIs1 3MU(MUTOB KaK
IUJIsl 0CO0O0i KaTeropuu KU3HEHHBIX (hopM.

Jo HemaBHEro BPEeMEHM HACUMTHIBAJIOCH OKOJIO
27600 BUIOB COCYAMCTHIX SNUGUTOB U3 73 ceMeiicTB
u 913 pomoB, 4TO cocTaBisIeT 9% OT BCeX BUIOB COCY-
IUCTBhIX pacteHunt (Zotz, 2013a). OmHako nmyoOnauKa-
LM TIEPBOTO MOJHOTO CIUCKA COCYAUCTBIX dMUpU-
TOB IIOKa3ajla CYILIECTBEHHO OoJblliee MX YMCIIO:
28227 nBetkoBbIX M 3084 crmopoBbIX BUIOB (Zotz
et al., 2021a). OcHOBHas 4aCTb COCYAUCTBIX IMMUDU-
TOB IIPUXOOUTCS Ha MAaIOPOTHUKU U OJHOIOJIBHBIC,
ocobenHo Ha ceMericTtBa Orchidaceae, Bromeliaceae,
Araceae (Zotz, 2013a). HeGoJbloe 4uciio anuduToB
U TIOIY3ITM(AUTOB NPUXOIUTCS HA OBYOOJbHBIC pac-
TeHUs, B TOM umncie n3 cemelcTB Ericaceae, Gesneri-
aceae, Piperaceae (Krémer, Gradstein, 2016). Tpanu-
HMOHHOE IIPeHEOpeXKEeHUE COCYAUCTHIMU SITU(PUTA-
MM B OTE€UECTBEHHOMW Hay4YHOM JIMTEPaType MOXKHO
OOBSCHUTH U TeM (haKTOM, YTO OHU TIOYTHU TMOJHO-
CTBIO OTCYTCTBYIOT Ha TEPPUTOPUM MCTOPUIECKOM
Poccuu (Bkiatouast Poccuiickyro umneputo u CCCP).
bonabmias yacts 6Mopa3zHO0Opa3ust AMUPUTOB cocpe-
JIOTOYCHA B TPONMYECKUX U CYOTPOIMMUECKUX 001a-
ctax 3emun (Benzing, 1990; Zotz, 2016). OgHako co-
CYIUCTBIC AMUMUTHI LIUPOKO PACIpPOCTPaHEHHbl U B
YMEPEHHBIX O0JIACTSIX I0OXXHOIO MOJIyIIapusl C OKea-
HuyeckuM kiaumatoMm (KommoOen, 1948; Banbtep,
Ne 5
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1974). Hanpumep, smudpurHas ¢daopa xapakTepHa
st HoBoit 3enannuu (BKJrouast supUTHBIE OPXUI-
Hble) U s FOxHoro Yunu (BaJibAMBUMCKUI Jiec)
(Zotz, 2005). I1penrmonaraercs, YTO JUMUTAPYIOLINM
¢dakTOpOM IS pacCHpOCTPaHEHMSI COCYAUCTHIX D1 -
GUTOB  SABISIOTCS  TpPaHUIBI  paclpOCTpaHEHUs
YCTOMUYMBEIX OTPHULATEIbHBIX TeMIIEpaTyp 3UMOM
(Nieder, Barthlott, 2001). Tak, e1MHCTBEHHBII NIpe-
CTaBUTEb COCYAUCTBIX AMTU(PUTOB B yMEPEHHOI 30HE
Lenrpansroii EBporisl — Polypodium vulgare (Pvaapac,
1961; Banbrep, 1968), KOTOPBIi B 10XKHBIX YacTsax EB-
poribl 1 Ha YepHomMopckoMm mobepexbe KaBkasza
(KONMXUACKMIA 1ec) cMeHsieTCsT OJM3KuM Buaom P cam-
bricum (bepr, 1952). 91t nBa Buaa SIBISIOTCS HACTO-
SIIAMU 3MU(PUTAMU, HUKOTIA He CTAaHOBSICh Ha3eM-
HbIMU. P. vulgare B ceBEepHBIX YaCTSIX CBOEro apeaja
craHoButcst tutodutoM (PomuH, 1934). OgHako Ta-
KO B3IJIS11 UTHOPUPYET O0MIre 3MUMUTHON (hOpMBI
P. vulgare Bo BIIaXXHBIX TOPHBIX Jecax AJbIl (Stager,
1908; Wilmanns, 1968). I110THOCTh €ro cooO0IIEeCTB
nocturaet 300 3K3./ra, a BBICOTa MpOU3pacTaHUS Ha
dopoduTax — 10 14 M, IprIeM B 3TUX JiecaxX OBIBAIOT
JUTATEIIbHBIE TepUOAbI 3MMHUX MOP030B (Zotz, 2002;
Zotz, List, 2003). [TomrMo oObuIMSI B TOPHBIX Jiecax
Ha ceBepe Aibl, P. vulgare Takke peryisIpHO BCTpe-
yaeTcs Kak 3nu¢uT B 6ojiee MATKOM Kiaumare FOx-
Hoii EBpornibl, Hanmpumep, B Utanuu (Beguinot, Tra-
verso, 1905), na Kopcuxke (Fliche, 1902) unu Bmax-
HbIx Jecax CeBepHoii [Topryranum (Schimper, 1888).
B BenukoOputanumu, Ha Azopckux um KaHapckux
OCTpOBaXx IOSIBISIOTCS SIMU(MUTHBIE TAKCOHBI ITAaII0-
poTtHUKOB cemelictB Hymenophyllaceae unu Gram-
mitidaceae (Riibel, 1912; Tansley, 1939; Page, 1977,
Bennert et al., 1992).

B menoM, ogHako, 3MM@UTH peIKH BO BCEX DTUX
dnopax. Hanpumep, Ha KaHapckux ocTpoBax 3MU-
dutsr coctaBiaroT b 0.2% OT 06IIIETO YMCIIa BU-
noB (Kunkel, 1993). B To Bpems kak or CeBepHOit
EBpasuu oTaesaeH oT BO3MOXHOTO (hJIOPUCTUIECKOTO
BiusiHUS Tponudeckoii ILlenTpanbHoit Adpuku Ca-
xapoii, a ot TpormkoB IOro-Bocrounoit Aszum —
orpoMHbIMU MaccuBamu I'mmanaeB u ITamupa, Ce-
BepHast AMepuKa OoJjiee HOCTYIIHA IJISI pacCelICHUS
KPYITHBIX TpoHu4ecKux pomoB ammueuroB (Gentry,
Dodson, 1987). Hanpumep, ripeacTaBUTEIb KPYITHOTO
S1M(GUTHOrO HeoTpormdeckoro popa, Tillandsia us-
neoides, 3aXO0UT JaJleKO Ha ceBep, Jjocturas 36° c.1iI.
(Garth, 1964). B 1iesioM ke yMepeHHbIe pernoHbl Ce-
BEPHOTIO IOJyIIapus HAMHOIro OeaHee 3nuduTamu,
yeM IOxHoro (Zotz, 2005). I1pu nuasMeHeHUM IIUPOT-
HOTO MJIA BBICOTHOT'O I'PaJMeHTa B CTOPOHY TTOXOJIO-
JIaHYS B SIIM(UTHBIX COOOIIECTBAX PACTET IOJISI CIIO-
poBbIX pacteHuii (Zotz, 2005). OgHako mpobGiema
BOJIOCHAOXKEHUSI WJIM HU3KUX TeMIIepaTyp He MOXKeT
OBITh MpU3HAHA €IWHCTBEHHOII IMPUYMHOI KpaiiHe
CKYIHOT'O MIPUCYTCTBUS SIMU(PUTOB Ha OONbIICH Ja-
ctu IN'onapktuku (Zotz, 2005). Psin BUooB Ha3eMHBIX
IIBETKOBBIX pacTeHUii EBpOIbI ITOCTATOYHO YacCTO
CTAaHOBUTCS B IOAXOMSIIMX YCIOBUSIX (paKyIbTaTUB-
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HbiMu snimutamu. Tak, JI.C. bepr (1952) yka3biBaeT
IUIST KOJIXUACKOTO Jieca (pakyabTaTUBHBINA STMGpU-
t™m3M Oxalis villosa, a nins TmpkaHckoro jieca — Car-
damine hirsuta, Geranium robertianum n Ty Xxe O. vil-
losa. llenenanpaBiaeHHbIe UCCeIOBaHUs (hbeHOMeHa
CJIy4aitHOTO 3NMU(pUTU3MA Y CEBEPHBIX PACTEHUI IT0-
Ka3bIBalOT €T0 BIECUAT/IAIONIME MAcCINTaObl: TakK, B
ycnoBusax LlenrpanbHoit EBporisl (ropsl I'apir, I'ep-
MaHus1) BbisiBJieHO 100 BUAOB Cliy4ailHbIX 3TTM(PUTOB
n3 39 ceMeiiCcTB, IIpXU 3TOM OHM HAOIIONAIVCh Ha YeT-
BepTU MccienoBaHHbIX AepeBbeB (Hoeber et al., 2019).

Mexny (pakymbTaTUBHOCTBIO M OOJIMTaTHOCTHIO
SMUMUTOB I'paHUIIA HE oueBUIHA. B Oojiee mo3mHUX
paboTtax OB NPeAJIOXEH PsII KPUTEPHUEB IJIs1 pellle-
HUST TpOOJeMbl Pa3HOM CTENEHW BOBJICYECHHOCTHU
pacTeHuil B anudUTHBIM obpa3 xu3Hu (Benzing,
1990; Ibisch, 1996; Burns, 2010). Hanpumep, M6um
(Ibisch, 1996) Bwimensr “obGmauraTHBIE” STUGUTHI
(6onee 95% BCex MpencTaBUTENIel BUAa B ompeie-
JICHHOM PEruoHe pacTyT KakK 3MMU@UTHI), “Cclydaii-
Hble” anuduThl (6onee 95% mnpencraBurtencii Buaa
pacTyT Ha 3emiie) U “daKyabTaTUBHbIE” STMUGMUTHI
(TIpOLIEHT 3MUMUTOB pacIpenesieH MeXIy 3TUMU
IBYMSI TIOJISIPHBIMM BapuaHTamu). OITHAKO MpPaKTU-
yecKoe MpUMEHEHHUE TTOA0OHOTO MOIX0/1a 0KAa3aI0Ch
HEOCYIIECTBUMO M3-3a CIOXKHOCTU MOAPOOHOIO MO~
cueTa. TaknM 00pa3oM, O CTeIIeH! STTN(pUTHI3Ma MHO-
I'MX BUJIOB Mbl MOXEM TOJIbKO Tagatb. Kpome Toro,
OOBIYHA CUTYallMsI, KOTaa OAWH U TOT K€ BUJI PacTeT
KakK 5IU(UT U KaK Ha3eMHOE pacTeHUE B Pa3HBIX TH-
nmax jeca (Gomes-da-Silva, Costa, 2011; Kirby, 2014).

JIpyToii CTOPOHOM ITPOOJIEMBI TPAHUIL SITUPUTU3-
Ma SIBJISIETCSI yTpaTa CBSI3U C TOYBOM y MOJIy3nudpu-
ToB. OTHM aBTOPBI PA3INYAIOT IIEPBUYHBIE I BTOPUY-
HbIe TTOJY3NMUGUTHI, TIpearnojaras, 4YTo NepBUYHBIC
MOJY3NUMUTHl TPOXOAAT CTAAWIO 3MUMUTUIMA J0
YCTAHOBJIEHMSI KOHTAaKTa KOPHEi ¢ IOYBOii, a BTO-
pPUYHBIE TTOJYy3HU(MUTHI IIPOPACTAIOT HA 3eMJIe, HO B
Mpoliecce pa3BUTUS YTPAYMBAIOT CBSI3b C TIOYBOI U3-
32 OTMUPAHMUSI HIDKHEM, IPOKCUMANILHOM YacTH obe-
ra (Kress, 1986; Putz, Holbrook, 1986; Vargas, Andel,
2005). OngHako U3y4eHUEe HECKOJbKUX BUAOB Philo-
dendron 1 Monstera, KOTOpble OOBIYHO CUUTAIOTCS
BTOopu4yHbIMU Tonyanuuramu (Croat, 1978; Wil-
liams-Linera, Lawton, 1995), nmoka3zajo, 4To y Bcex
B3POCJIbIX PACTEHUI MPUCYTCTBYET CBA3b KOPHEl ¢
mouBoii (Zotz, 2016). bruio npeanoXeHo oTKa3aTbCst
OT UCIIOJIb30BaHUSI TEPMUHA “BTOPUYHBIN MOJYIITH-
but” (secondary hemiepiphyte) (Zotz, 2013b) B 1101163y
TepMUHaA “KoueBas jo3a” (nomadic vine), Tpenyio-
xxeHHoro Modderrom (Moffett, 2000). KoHceHcyc-
HBIM Ha CETOOHSIIITHUI MOMEHT SIBJISIETCS UCITOJIb30-
BaHME TepMUHA “TIONYy3NNPUT’ UCKITIOUYNTEITBHO OIS
MEPBUYHBIX MOTy3nmruduToB (Zotz et al., 2021b). Otu
pacTeHUS HAYUHAIOT CBOIO XKU3Hb B BHUIE SMUMPUT-
HBIX MOJIOIBIX OCOOEi1, a 3aTeM YCTaHABJIMBAIOT KOH-
TaKT KOPHSIMU C TIOYBOI, & B HEKOTOPBIX CiIydasix
(kak y (pUKyCOB-AYIIUTENCH) daxKe pa3BUBAIOTCS B
MOJIHOLICHHBIE JepeBbs. [IpyMeHeHne 3TOro orpe-



340 ECBKOB, KOJIOMEMNLIEBA

JIeJICHUS HE TOJDKHO HaXOAUTHCS B KOHTEKCTE “TIOIY-
anubutHOU” Ga3zpl. CKopee, TEPMUH “TOTYIIMU-
¢GuT” onmchIBaeT KOHKPETHBIN TUIT OHTOIeHEe3a WIn
nporpammbl pocta (Moffett, 2000), KOTOpbIif BKIIIO-
yaeT IOBSHUJIbHYIO 3MU(UTHYIO (a3y, 3a KOTOpOi
clienyeT Ha3zeMHas ¢a3za ¢ YKOpeHeHUeM B ItouBe. bo-
Jiee TOTO, 3TOT TePMHMH HE 3aBUCHUT OT KOHKPETHOM
XKU3HEHHON (OpMBI: TeMUINUGUTHEI MOTYT OBITh
JIPEBOBUAHLIMU, KYCTApPHUKOBUIHBIMHU, JIMaHAMMU,
TPaBSIHUCTBIMM pacTeHUSIMU. B 1ie1oM smumuTh
BMECTE€ C IIOJy3Nu(pUTaMU paccMaTPUBAIOTCS B
TPYIIIE CIMPYKMYPHO 3A8UCUMbBIX pacmeHulil (Structural-
ly dependent plants): nuaH, “KO4YyloIInx J03”, IOy~
mapasuroB (Zotz, 2016). Takum o6Gpa3oM, MOXKHO
CKa3aTh, YTO SMUMUTHI SIBJISIIOTCS OTHOM M3 3BOJIIO-
IAOHHBIX CTPATeruii IJISI OCBOCHUSI HEOOJBIINMU
pacTeHUSIMU 1OJIOTa U KPOH JIECHBIX 9KOCUCTEM.

1.2. Knaccugukayuu snugpumos

IMonbiTKM KIaccuduipoBaTh Mopdooruye-
CKHE CTPYKTYPHI TPaBSIHUCTHIX MHOTOJICTHHUKOB, a
MMEHHO K HUM MOXHO B OCHOBHOI MacCe€ OTHECTU
SMUGUTHI, B OTEYSCTBEHHOI JIMTEepaType Mpearnpu-
HuManuch HeogHokpaTHO (I'oiry6eB, 1958; Cepebpsi-
koB, CepebpsikoBa, 1965; Jliobapckuii, 1973; CMmup-
HoBa, 1990; Tatapenko, 1996; Hyxumosckuit, 1997,
2002; Konomeiinena, 2003, 2006; MasypeHko, Xox-
psikoB, 2010, u gp.). OgHM U3 3TUX CUCTEM IIPECIIEIO-
BaJIM y3KO crienududecKkue Leau (Hampumep, clie-
JJaTb 00pabOTKYy KakKOW-JIMOO CUCTEMATUYECKOMN
TPYMIIbI pACTEHUN WU pa3paboTaTb METOMUKY (hJIO-
PUCTUYECKUX ONMCAHUI), IPYTYe MbITAJIUCh PEIIUTh
m100abHbIe QUIIOTeHeTUYECKIE 3a1aUl WIM CO3aTh
eINHYI0 OMOMOpP(OJIOTUYECKYIO CUCTEMY B paMKax
onHoro ceM. Orchidaceae (CmupHoBa, 1990). Cyiie-
CTBYET MHOKECTBO IIPU3HAKOB, IT0 KOTOPBIM MOXKHO
oxapakTepr30BaTh OMOMOPMBI paCTUTEIBHBIX OpTra-
HM3MOB, HO B 3aBUCHUMOCTH OT 1IeJIeli UCCIeNOBaHUMI
OOBIYHO aHAJIM3UPYETCS TOJBLKO 4acThb IPHU3HAKOB.
[MonpITKM TpOaHAIM3UPOBATh U BKIIIOYUTh B CHCTE-
My BC€ M3BECTHbIE MOpPQOJOrHYecKre MPU3HAKU,
KakK IIpaBWJIO, IPUBOAMIIM K CO3IaHUIO TPOMO3IKIX 1
TPyAHO mpounThiBaeMbiX cucteM (HyxmumoBckumii,
1997, 2002). OpmHako »3n0uUdUTHI, Kak IIpaBuUJIoO,
YCKOJIB3aJIM OT 3PEHUSI OTEYECTBEHHBLIX OOTAaHMKOB
BBHUIY COCPEIOTOYCHHOCTH ITOCIECIHNX HAa TEPPUTO-
puu oeiBuIeit CCCP.

EBporeiickasts 1, B 0COOEHHOCTU, aHIIOSI3bIYHAS
HayKa HAaMHOTO JaJibllle TTPOABUHYJIACh B 3TOM BO-
nmpoce. B cBsI3u ¢ TeM, YTO TPOMUUECKUE COCYTUCTHIE
SMUGUTEL MOPDOTOTUYECKU TOBOJILHO CBOEOOpa3-
HBI, 11X e1ie B XIX B. MeITAINCh K1acCuUIIMPOBATH B
COOTBETCTBUM C 3Kojiorveii um OGuomopdosorueit
(Schimper, 1888). OnucaHHbIe B 3TOM pabOTe TUIIHLI
SN GUTOB (MPOTOIMUMUTHI, THE3AOBBIE U CKOOOU-
Hble 3NU(UTHI, pe3epByapHbIe SMUMPUTHI, TTOJYIITHU-
¢GuTH) IepexXonmyii U3 CBOOKMU B cBOAKY (Puuapmc,
1961), TaK 1 He TTOJYYUB YETKUX A(PUHULINI C TOUKU
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3peHus1 0oJiee COBPEMEHHBIX B3IVISIIOB Ha 3KOMOP-
donoruo U 3K0pU3MNOJIOTHIO pacTeHuii. B ocHOB-
HOM MpoOieMa 3Toi Kiaccudukanuu OOHaXKAeTCs
IIpd MPOBEASHUU TPaHUIILI MEXIY SIU(PUTAMU U
onomMopdaM Ha3eMHBIX Y BOMHBIX PACTCHUIA.

IlepBoii cepbe3HOI MOMBITKOI BITMCATH SMTUMUTHI
B 6M1OMOP}hOJIOTrNYECK1t KOHTEKCT Ha COBPEMEHHOM
YPOBHE CJieyeT, MO-BUAMMOMY, CYUUTATh BhIIIEYIO-
MsIHYTOIO Kilaccudukauuio Paynkuepa (Raunkiaer,
1934). OnHako HEBO3MOXHO M30eXaTb HEKOTOPOit
KypbE3HOCTH, MPUMEHSISI B OTHOILIEHUU STMU(PUTOB
METOJIMKU, OCHOBAaHHbBIC Ha y4eTe HEOOJIbIIIOTO YMC-
Jia mpu3HakoB. Tak, HalpuMep, COrJIaCHO OOILIEeTIPU-
HSITOMY TIPUHIIUITY BbIIEIEHUS XKU3HEHHBIX (POPM 110
Paynkuepy, anuduThl ciaeayeT oTHECTH K (haHEpo-
¢uram. OtHeceHue K daHepoduTaM 3OUGUTHBIX
TpaB — JIOBOJIbLHO TMapagoKcajlibHasi, HO BIIOJIHE
ornpaBaaHHas Mepa. I[ToCKOJBbKY aBTOp KOHLEIIUN
KOHKPETHO He TOSICHW, 4To ¢haHepodUThl Helpe-
MEHHO JOJIKHBI UTPaTh PoJib Cpeaoodopa3oBaTeseii u
caMU TTIOJHUMATh CBOU MOYKY BO30OOHOBJICHUSI BHICO-
KO HaJl 3eMJieil, Mbl BIIpaBe MPUUYUCIUTH OOJIBIIYIO
JacTh 30MUGPUTOB MMeHHO K ¢aHepodutam. [lpm
5TOM OCHOBaHHBIC Ha paHHUX €BPOIEeiiCKUX Happa-
TUBaX TPaAUILIMOHHBIE B3IJISIIbI POCCUNCKUX MOPDO-
JIOTOB (3aHUMAIOIIMXCS U3YYEHUEM TPaBSIHUCTBIX
pacTeHU yMEpeHHOro KJnuMaTta) Ha cpeaooopasyro-
Y10, 3allIMTHYIO M OMOPHYI (DYHKIIUIO TOPU30H-
TaJIbHO PacmnoJOXEeHHOTo cybcTpaTa, KaKk Ha eIMH-
CTBEHHO BO3MOXHBIII BapuaHT, He pabOTalOT B CIIy-
yae c snuduTaMH, KOTOpble PacTyT B YCJIOBUSIX
HeJoCTaTKa Bjaru, CUJIbHOM COJTHEYHOU pagualuu,
BEPTUKAJIbHBIX OJIMTOTPO(HBIX CYyOCTPaTOB.

ITo HalleMy MHEHUIO, K U3YYEHUIO MOP(DOJIOTUU
TPOIMYECKNX SIU(GUTOB HEOOXOAUMO HOAXOIUTh
IMpe, ONUpasich Ha Oojiee CBOOOOHYIO TPAKTOBKY
cpenoobpa3yolleit poayu KJIMMaTUIEeCKUX 1 31adu-
yeCKMX (paKTOPOB B YCIIOBUSIX TPOITMYECKOTO KIMa-
Ta. IIpobiemMa COOTHOIIEHUS OTEYECTBEHHOIO MOpP-
¢ 0J0rMYecKOro MBILLUICHUS U TIPUHSATOrO B aHTJIO-
SI3BIYHOI JIUTEepaType MOAX01a IIPOUJLIIOCTPUPOBaHA
Ha puc. 2. [1pu popmanbHO-MOpHOITOTUIECKOM MO~
XOJIe OCTaHETCSI OTHECTH BCE TMTAHTCKOE pa3HOOOpa-
3ue 3MUQGUTOB K TpeM—YEeThIpeM MOAESISIM U 3TUM
orpaHnuuTbesl. Ho m B aHIIOS3BIYHON JIUTEpaType
CYIIECTBYeT MHEHUE, UTO OIpeIe/ISIIOIIei XapaKTe-
PUCTUKOM 3TM(UTOB SIBJISIETCS UX 00pa3 XU3HU, U
YTO 3NUMUTHI OOKHBI OBITH OTHECEHBI K Pa3ind-
HBIM >KM3HEHHBIM (opMaMm, Hampumep, KyCTapHU-
KaM, TmaHaMm 1 TpaBaM (Mori et al., 2002). [1ist co-
BPEMEHHOI0 IIparMaTMYHOIO B3IJIsSAa XapaKTepHO
MOHUMaHUe SMUMPUTOB KaK eIMHOTO 3KOJIOTUYECKO-
ro (peHOMEHa, 4TO OTOOpaxKeHO, 110 KpaliHell Mepe, B
BaxkHemmx MoHorpadusax no ux ouonorun (Ben-
zing, 1990; Zotz, 2016).

B xpoHax nmepeBbeB HEM3MEHHBIMU OCTAIOTCS Ta-
Kue OnoMopdoornyeckKrue XapakKTepUCTUKM, KaK
CIIOCO0 BETBJICHMSI, XapaKTep OCHOBHOI ocH (HaIu-
Ne 5
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que WIN OTCYTCTBUE KOPHEBUIIA), HO TIPH 3TOM CTa-
HOBSITCSI TOYTU OECKOHEYHBIMU BapUaHThI UX BUIO-
U3MEHEHUI Ha MyTU afanTUBHOI 3BooLun. Takue
Opu3HakKM, Kak MeTamMopdnl I100eroB (crebneit
W/WJIU JIUCThEeB) U KOPHEil, MOTYT ObITh KaK TOMOJIO-
TMYHBIMU, TaK ¥ aHAJIOTUYHBIMY Y Pa3HBIX TAKCOHO-
MUYECKUX TPYII M OTpaxkaTh OOIIME amanTaluyd K
MOJIyYEHUIO, PAlIMOHAJIBHOMY MCIOJIb30BAHUIO U CO-
XpaHeHUI0 BOAbl. OOGBIYHO ITOCIIETHUIT KpUTEpUiA
paccMaTpUBaIOT KaK 0a30BbIi agallTUBHBINA OTKIMK
pacTeHUsI Ha YCJOBUSI OCBEIIEHHOCTH U YBJIaXKHE-
Hust. [ToaTOMY TPagUIIMOHHO BBIAEISIOT JBA OCHOB-
HBIX DKOJOTMYECKUX THUIIA 3NU(PUTOB: 2eauopumot
(conmHeuyHble 230UGUTBI) U cyuogumsl (TEHEBbBIE
snuduTtel) (Hamp., Pittendrigh, 1948). CormnacHo
npencrabieHussM bensunra (Benzing, 1986a, b),
onpenenspoiuM (GakTOpoM B 3aceliIeHUU IoJiora
nepeBa 3MU(PUTaMU ABJISAETCS CTENEHD NOCTYITHO-
CTU BJIaTV — ITOCTOSTHHAS WJIN BpeMeHHast. MoxaHc-
coH (Johansson, 1975) paccMOTpes1 BO3BMOXKHYIO KOp-
PENSIUAIO MEXOY OBYMSI TPYIIaMU 3KOJOTMYECKUX
daxkTopoB 1 pacnpenencHUeM MUGUTHBIX OpXUIeit
BIOJIb OOJIBIIINX BEeTBeM AepeBa-xo3sinHa. CoriacHo
ero MOJEeJU, B IepBYIO TpyIny ¢GakKTOPOB BXOAST OT-
HOCUTEJIbHAS BJIAXXHOCTh BO3Ayxa, CTPYKTypa U
BJIAXKHOCTb KOpPBI JepeBa, a TaKxKe HaJlmyue Ha Heit
nuraTeabHoro ciost (rymyca). Bo BTopyro rpymmy
$akTOpOB BXOIAT OCBEIIEHHOCTh, TeMITepaTypa BO3-
oyxa u cuia Betpa. 1o HampaBJIeHUIO OT CTBojla K
KOHIIaM BETBEI BIMSIHUE IIEPBOI IPYIIBI (PAaKTOPOB
ocitabeBaeT, a BTOPOIl — YCHJIMBAETCSI, 1 HAOOOPOT.
DTa MoIeb MOKAa3bIBaeT, YTO I'paHUIAa MEXIY pa3-
JIMYHBIMU TpyIIaMu 3MUMUTOB XOTS W BUAHA Ha
MOP(OIOTNIECKOM YPOBHE, HO MOXKET OTCYTCTBO-
BaTh Ha 2KOJIOTMYECKOM (MJIU, O KpaliHeil Mmepe, He
OuYeBUIHA). AKKYMYJIUPOBAHNE U COXpaHEHUE BOIBI
SIBJISTIOTCSI OCHOBHBIMUY a0MOTUYECKUMU (PaKTOpaMU
pocTta 3MM(GUTHBIX BUAOB, B TO BpeMsI KaK HaJIM4ue
3JIEMEHTOB MUHepaibHOTO nuTaHus (DMII) u coin-
HEYHOEe W3JIyUYeHUE OCTalOTCS BTOPOCTEITEHHBIMU
(Zotz et al., 2001; Laube, Zotz, 2003). DTOT BBIBOJ,
MOATBEPXKIAETCS WM UCCIIENOBAHUSIMU, B KOTOPBIX
SMUMUTHI CPAaBHUBAIOTCS HATIPSIMYIO C PACTCHUSIMU,
HE3aBUCUMBIMU OT JIe(OULINTA BJIaTY — MOJIyTlapa3uTa-
MU: TIOKA3aHO, YTO CBET IIPEUMYILIECTBEHHO OIpeIe-
JIIeT pacIpoCTpaHEeHUEe OMeJl, a BIIAXKHOCTb — JITU-
¢dwuros (Taylor, Burns, 2016).

YV OonpmmHCTBA 3MU(MUTOB €CTh amaIllTUBHBIC
CTPYKTYpbI, TaKHe Kak IiceBnoOyaronl (Orchidaceae),
BeJlaMeH BO3IyIIHbIX KopHeli (Orchidaceae, Araceae),
a TakKe TPUXOMBEI TNCTheB (Bromeliaceae), KoTophie
MOMOTalOT MOIJIoaTh U pallMOHAJIBHO HMCIOJIb30-
Bathb Boay (Benzing, Sheemann, 1978). Kpome Toro,
CTeOJIM M CTOJIOHBI MOTYT CTAHOBUTBLCS ITOTOJHU-
TeJIbHBIMU (DOTOCUHTE3UPYIOIIMMU U cOeperarom-
mu Bony opraHamu (Rodrigues et al., 2013).

YuuThIBas BbIIIECKA3aHHOE, MbI IIPUIIJIA K MHE-
HUIO, 4TO 3KOMOpdonorndyeckast KiiacCCupukaius B
MEePBYIO oYepeab TOJKHA OTpaXkaTh UMEHHO Te aJall-
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Puc. 2. OnuH U3 caMbIX M3BECTHBIX “KJIaCCUYECKUX”
sanudutoB Ctaporo Cserta Asplenium nidus. B 3aBucumo-
CTH OT GMOMOPGHOTOTUYECKOTO MOAX0AA 3TO MOXET ObITh
MOHOTOIUAJIbHBIN KOPHEBUILHBII TPaBSIHUCTBI MHOTO-
JIeTHUK (poccuiickasi MopdoJiorndeckasi 1IKoJja), THe3-
noBoit anuduT (“epiphytes with bird-nest”; Zotz, 2016, u
np.), anuduT “mycopHoit Kop3uHbsl” (“trash-basket epi-
phyte”; Benzing, 1990). KOxwnblit BeetHam, H.T1. Bumyn
Hyii-ba.

TUBHBIE OCOOEHHOCTU BETE€TATMBHOTO TeJla pacTe-
HUI1, KOTOpbIE TOMOTAIOT UM TIepeXXnUBaTh Ae(UILIUT
BJard B €CTECTBEHHBLIX MECTOOOMTAHUSIX, a BBIOOP
OCHOBHBIX IPU3HAKOB TS SKOJIOTMYECKOM Kiaccuu-
Kalyy 3MU@GUTOB CKJIOHSIETCS B MOJIb3y Mapbl KCEPO-
(WILHOCTE/TUTPOWILHOCT, a He TIelIno(pUiIb-
HOCTh/cLIMoDMIbHOCTL. KcepodUiIbHOCTE CBsSI3aHA CO
CIMOCOOHOCTBIO PACTeHUM TEepEeHOCUTh aTMOC(hEPHYIO
U CyOCTPATHYIO 3aCyXY, VCITOJIB3YsI OCOOBIN THUIT Me-
tabonuzma (CAM-poTOoCHMHTE3), BUIOU3IMEHEHMUS
noberoB U KOPHEM, CE30HHOE OTMMpPaHUE OPraHOB
BO BpeMs Iepro/ia TIOKOSI, U B KOHEUHOM UTOTE OCBa-
WBaTh OJIMTOTPO(MHBIE MECTOOOMTAHUS B KpOHax
(puc. 1, 3).

Ha cerogHsiiiHuii 1eHb B aHIJIOSI3bIYHOM JIUTEpa-
Type HMEETCS HECKOJIbKO KiaccuUKalMOHHbIX
CXeM 3MUMUTOB, MIPUBEACHHBIX B MOHOrpacduu beH-
suHra (Benzing, 1990), a Takke B Apyrux padorax,
KOTOpbI€ BOLIIW MOYTU O0€3 U3MEHEHUS B OJUH U3
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MOCJIEIHNX KPYITHBIX 0030pOB OMOJOTHH SITM(MUTOB
3orna (Zotz, 2016):
1. I1o oTtHOIIIEHUIO K HOPODUTY (IEPEBY-XO3IMHY):
1. Cny4gaitHble
2. ®akynbTaTUBHBIE
3. O6auraTHBIC SITUMUTHI
4. TTomy>nmmUTHI
4.1. Aymmrtenn
4.2. Hepymmrenn

5. “KoueBrble 103b1” (TOJIBKO KOIIa MOKa3aHo, YTO
OHM HE3aBUCHMBI OT 3¢MJIN)

I1. ITo xapakTepy pocrTa:
1. depeBbs
2. Kycrapaukn
3. TpaBIHUCTBIE paCTEHUS
3.1. KinyoHeBbIe

3.1.1. 3anacaromue, TepeBIHUCTBIC WA Tpa-
BSIHUCTHIC

3.1.2. MupmekodMIbHBIE, B OCHOBHOM Tpa-
BSIHUCTBIE

3.2. CunapHO mMOJI3y4YMe: OEPEBSIHUCTBIC WINA
TPaBSIHUCThIE

3.3. Cnabo nos3y4yre: B OCHOBHOM TPaBSHUCTHIE

3.4. PozeTouHbIe: TPABSIHUCTBIE

3.5. KopHeBoii/MMCTOBOI “KITyOOK”: TpaBSITHUCTBIC

3.6. “I'ne3noBble” 3MUMUTHI: TPABIHUCTHIE
I11. TTo TpeGoBaHMIO K YBAAXKHEHUIO:

1. Ioilikunoruapuyeckue (KOJMYECTBO BOIBI B
TKaHSIX 3aBUCUT OT YPOBHSI BJIaXKHOCTH CPEIbI)

2. 'omoitoruapryeckue (CrIOCOOHBIE MOANEPXKU-
BaTh B TKaHSIX OTHOCUTEJILHO MTOCTOSIHHOE CoAepKa-
HUE BOJIBI)

2.1. T'urpopnte!
2.2. Me3oduTtsr
2.3. Kcepodputsr
2.3.1. 3acyxoyCTOiYnBbIE
2.3.2. “N3beratenun” 3acyxu
2.4. CyKKYJIeHTBI

IV. Ilo Tpe6oBaHmIo K ocBemeHnio (mo: Pittendrigh,
1948):

1. 'ernodmiabHBIE (COTHLETIOOUBBIE)

2. IIpoMmexXyTOUHBIE
3. CunoduiibHbIe (TEHEBBIHOCIUBBIE)

V.1lo T[)Ogl)H‘-IeCKOfI 3aBUCUMOCTH OT g]zopongTa:

1. OTHOCHTENBEHO HE3aBUCHUMBIE OT opoduTa
1.1. ArMocdepHbie S1TUGUTHI
1.2. ObuTaTen TOHKMX BETBEN 1 KOPBI

1.3. Onmudurel, obpaszyoime “rmoaBeIeHHbIE”
TTOYBBI WJIM IIPUBIIEKAIOIINE MypPaBbUHBIC KOJTOHUHT

2. Wcnonw3ylommue ormazn ¢gopoduTra U CTeKalo-
IIIYIO II0 CTBOJIY BOIY

2.1. 'ymycoBbIe 3TN UTHI
2.1.1. Menkue rymycoBbie (hOpMBbI
2.1.2. I'nyboxkue rymycoBbie (DOPMBI
2.2. “CkobouHBbIe” 3MTNPUTHI

Kak BugHo, cymecTByroiue KiaccupuKauy o -
HOG(AKTOPHBI, (PaKTUISCKU IIPEIIOXKEHBI pa3HbIe
KJjlaccudukaluu s pa3Hbeix neneil (Benzing, 1990;
Zotz, 2016), 6Ge3 ITONBITOK CBECTH UX BOeAMHO. BMme-
CTe C TeM JII000e OMOIOTNYeCcKOoe sIBIeHUE o0agaeT
BHYTPEHHUM €IMHCTBOM, M YeM MOAPOOHee KIacCu-
dukanuus oTodpaxaeT pas3IMYHbIE acTIeKThl OMOJIO-
rum, TeM oHa 1osHee. Hanboiiee coBepleHHOI SIBH-
Jlack Obl Mepapxuyeckasi Kjaaccudukalusi, crocoo-
Has oOTpa3uTh KaK B9KOJIOTMYECKUE “BBI3OBBI”,
cTosIMe Iepesn snuduTamMu, Tak 1 9K0(hU310I0r -
yecKue “OTBEThl” Ha 3TU BBI3OBBI, BBIPAKCHHBIC B
KOHKPETHBIX 3KOMOP(OIOrMYeCKMX MOJIEISIX. DTO
3aCTaBWJIO HAC paHee MPEeIIOXUTh TaAKyI0 CUHTETH-
YeCcKylo Kjiaccudukanuio, KoTopasi Obljaa Ipu3BaHa
TUIU3UPOBATH SMMQPUTHI IO 3KOMOPPOIOTNIECKUM
OCOOEHHOCTSIM 1 TPO(UUECKUM CBSI3SIM, 1 BMECTE C
TeM II0Ka3aThb BCE pa3HOOOpa3ue MPUCIIOCOOICHUIA
aMUdUTOB K XKU3HU B KpoHe nepeBa (Ecbkos, 2012,
2018). MBI npyuMeHWIN TPEXyPOBHEBYIO MEPAPXUIO,
pas3aeauB M3HAYAIBLHO Bee SMUMUTHBIE pacTeHUS Ha
TUIIbI 2eAU0pUmMO8 U cyuopumos — ypoBeHb, OTpaxKa-
oI TIepBBIN 0a30BBI “BhIZ0B” sanmdpuTtnimMa. Ko
BTOPOMY YPOBHIO Mbl OTHECJIU TIOATUIIBI, KaK HAaOOP
OCHOBHBIX aJalITUBHBIX CXEM B XOJI¢ 3BOJIOLIMOHHO-
ro OTBETAa HA OCBOCHME KPOH B YCIOBUSIX IMMUATHUPO-
BAaHHOI'O YBJaXHEHUSI W MHUHEPaJbHOTO ITMTAHMSI.
M HakoHell, TpeTbUMM YpPOBHEM KilaccupuKalun
SIBIJINCHh KOHKPETHBIE MOP(MOJIOTNUECKIE CXEMBI pe-

Puc. 3. buomopdosiornueckoe pazHoobpasue snmndUTOB. JIMCTOBBIE CYKKYJIEHTHBIE 3MUMUTHI: @ — HeOOJIbIIIast MOHOITOAV-
anpHas opxunest (pesepsat Janym Bamnu, Cabax, bopHeo), 6 — Bulbophyllum semiteretifolium (cnesa) u B. pinicolum (cripaBa)
(u.1. Bunyn Hyii-ba, BeetHam); arudutHbie tnanst: ¢ — Hoya merrillii (opanxkepest [BC PAH); “armocdepHbie” snubuThr:
e — Tillandsia sp. (Kocra-Puka, c paspemenus O. TrokaeBa), 0 — npopoctku Tillandsia sp., camoceB Ha paduiie (opaHXepeu
I'BC PAH), e — TpuxoMbl Ha TUcTbsix Tillandsia recurvata (opankepeu ' BC PAH); kopHedoTocuHTE3UpYyIolIe 0e3IMCTBEH-
Hble armdursr: ae — Taeniophyllum pusillum (oparnxepeu [BC PAH); “nakumnabie” anudutsl: 3 — Eria spirodela (opanxepeun
I'BC PAH); “ckobounbie” anuduthl: u — Aglaomorpha brooksii (pesepsat Janym Bamiu, Cabax, bopHeo); “THe3moBbie” amu-
¢buthl: kK — Microsorum punctatum (H.1. Kat-TheH, BbeTHaM); KypTuHOOOpasytolue anubuThl: 2 — Pleurothallis sp. (opaHxe-
peu 'BC PAH); cTe6ieBbie Mupmekodutsl: M — Myrmecophila sinuosa, n — Hydnophytum formicarium (a.1. bako, CapaBak,
BopHeo); dakynpraTuBHBIN nony3nudur: o — Medinilla sp. (H.n. Kunabany, Cabax, bopHeo); nonysnudurHas 1uaHa: n —
Freycinetia sp. (H.11. Kunat6any, Cabax, bopHeo); cunodunbHbie anuduThl: p — opxunest Podochilus sp. pacTeT BriepeMexXKy ¢
MOMKWJIOTMAPUYECKHM TTAITOPpOTHUKOM 13 ceM. Hymenophyllaceae (H.1. @y-Kyok, BbeTHaM), ¢ — B TOpHOM MOXOBOM Jiecy
snudutHsle Hymenophyllaceae He Hyxxnatotcst B 3areHeHuu (H.1. Kunabany, Cabax, bopHeo).
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Tab6auma 1. Knaccudukaimust cocynuctbix anuduTos ¢ mpuMmepamu (11o: Ecbkos, 2012)

DKOJIOTUYECKUI DKODU3NOTOTNIECKUIA DkobuomopdoiornyecKas
TunuuHble MpencTaBUTEIN
TUI MOATHUII Monesb (3koornomopda)
KcepodunbHbie anudUTHI JIucToBbie CyKKyJeHTHBbIe a1~ | Cattleya Lindl. sp. nonn.,
Gurer Vanda Jones ex R.Br. sp. nonn.
(Orchidaceae)
DnudUTHBIC TUaHBI Vanilla Mill. sp. nonn. (Orchida-
ceae),
Hoya R.Br. sp. nonn. (Asclepiad-
aceae)
PenykrokopModuTHBIE Kcepo- | “ATMochepHbIe” 3MUMPUTHI Tillandsia usneoides 1. (Bromeli-
bwibHbIE STTUHUTHT aceae) U MHOXKECTBO JIPYTUX
(penyKTOKOPpMOMUTHI) npeacTraBuTesieii 3TOro poaa
Kopuedorocunresupylomue, Chiloschista Lindl.,
0e3TMCTBEHHbIEC SMTUMUTHI Taeniophyllum Blume
(Orchidaceae)
CrebeBble CYKKYJIeHTHbBIC 31U~ | Rhipsalis Gaertn.
GuUTHI (Cactaceae)
“HakunHbie” anuduTh Drymoda Lindl.,
Eria spirodela Aver. (Orchida-
ceae)
AKKYMYJISITUBHbIE 3TTUDUTHI “Cko00uYHbIe” 3T GUTHI Platycerium Desv. (Polypodia-
ceae),
Bulbophyllum beccarii Rchb.
(Orchidaceae)
I'enuoduTs

“I'me3moBbie” a3nU(PUTHI

Asplenium australasicum Hook.
(Aspleniaceae)

“T'He3moBbIe” AMUMUTHI C OTPU-
LIATEJIbHBIM T€OTPOITU3MOM KOP-
HEel

Cymbidium finlaysonianum Wall.
ex Lindl.,

Catasetum Rich. ex Kunth sp.
nonn. (Orchidaceae)

CrebiieBbie MUPMEKOMIUIIBI

Myrmecodia Jack.
(Rubiaceae),

Lecanopteris Reinw. (Polypodia-
ceae)

JluctBeHHBIE MUPMEKODUITBI

Dischidia R.Br. sp. nonn. (Ascle-
piadaceae)

KyprtuHoo6pasyiomnine s3nuduThl

Bulbophyllum Thouars. sp. nonn.,
Pleurothallis R.Br. (Orchidaceae)

“PesepByapHbie” 30UDUTHI

BoJbIIMHCTBO MpeacTaBUTEICH
ceM. Bromeliaceae Juss.

lloepanuunas gopma

KycrapHukoBble (BILIOTh 10
HeOOJIbIIUX AePEBbEB) MU~
GbuUTHI, C pa3IMYHBIMU KITyOHE-
BbIMU OpraHamu (1 6e3
HUX)**

OnudutHbie Ericaceae, Melas-
tomataceae, Araliaceae.
Bo3MoXHO, Bce M OOJIbIINH-
CTBO SIBJISIIOTCS (DaKyJIbTaTUB-
HBIMU NojiyanuduTamu (Zotz
etal., 2021b)
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DKOJIOTUYECKUIA DKODU3NOTOTNIECKUIA BDkobuomopdoiornyecKas
TunuuHble MpencTaBUTEN
TUI THOATHUII Mozeb (3koormomopda)
Ionysnuduter “Hymmrenn” Ficus L. sp. nonn. (Moraceae)
I'ennoduter [TonysnuduTHbBIE TUaHBI Monstera Adans. sp. nonn.

Philodendron Schott sp. nonn.
(Araceae)

T'omoitorunpuyeckre Me30-
bwibHBIE M TTOTYKCEPODUITb-

“PoseTrounbie” sarm@uUTE***

Vittaria Sm. sp. nonn.
(Vittariaceae)

HBIE STTM(UTHI

CauoduThl

Kyptunoo6pa3syiomue anudurtsl| Barbosella Schitr. sp. nonn.

(Orchidaceae),

Microgramma C.Presl sp. nonn.
(Polypodiaceae)

IMolikuoruapuaecKue SIm-
GUTHI

KypTtunoo6pasytoiye snudutsl| BoablIMHCTBO MpencTaBuTeein

ceM. Hymenophyllaceae Link

IIpumeyanue. sp. nonn. — HEKOTOPbBIE MPEACTABUTENIN Pojia (J1aT.); pOA WK CEMEMCTBO Oe3 yKa3aHUsI BUIOB IaeTCsl B CIyvae MpUuHajI-
JIEXKHOCTU OOJIBIITMHCTBA UX TAKCOHOB K JAaHHOU MOJIE/ N, TIOJTHOE Ha3BaHWE BUJIA JAeTCs B CIydae MPUHAUIEXKHOCTH TOJTBKO eIMHUY-

HBIX MPEICTaBUTEIICH pojia K MOJICJIH.

* CMBICJI Ha3BaHUsI B YIIPOIIEHUU MoGera, pelyKIIUs OMHUX OPTaHOB IMPUBOJIUT K COCPEIOTOYSHUIO Pa3TUUHBIX (DYHKIIMI B APYTUX
(Kak To: BcachlBaHME, (POTOCUHTE3 U 3allacaHue), JaHHBI TEpPMUH HE UMEET aHAJIOTOB B aHTJIOSI3IYHO JIMTEpaType.

** JlaHHasI TpyIIIa BbIAEISICTCSI HAMU B paMKaxX 3TOM CTaThHU IO UTOTaM AMCCKYCCUM, BbUIMBIILIEIics B myOaunKaiuio Zotz et al., 2021b.

** B maHHOM CJIy4ae TEpMUH YIIOTPeOJISIeTCS B UMCTO (DM3MOHOMMYECKOM CMBIC/IE, aHAJIOT TepMHUHA “rosulate epiphytes” mo cyiie-

cTBylonMM Kiaccubukanusm (Benzing, 1990; Zotz, 2016).

ajM3alluy TAKUX afalITUBHBIX CXeM — SKOOMOMOP(dEI
(Tabx. 1, puc. 3).

MHurtepecHa (1 peaka st OoTe4eCTBEHHOM 00TaHU-
K1) KJIaccuuKalys S1M(UTOB, TIPEIIOXKEeHHAST He-
nasHo H.M. [epxaBuHoii (2019). BoineneHHble aB-
TOpoM MOpGhODYHKIIMOHAIBHBIE TUITBI OTOOpaKaIoT
MIPUCIOCOOJIEHUSI COCYOMCTBIX 3MU(PUTOB pa3HBIX
JKM3HEHHBIX (DOPM K YCJIIOBUSIM OOUTAHUS B MOJIOTE
Tponmdyeckoro jeca. B mpenemax MopdodyHKIINO-
HaJIbHBIX TUIIOB ((paKyabTaTUBHbBIC STU(MUTHI, 001~
raTHbIe 3MUMUTHI, TEMUINUMUTHI) BbIIEIECHBI MOP-
¢oiormyeckre rpyniibl ¥ IOATPYIHIBI II0 OCOOEHHO-
CTSIM MMHEpaJbHOIO TMTAaHUSI U BOJOCHAOXEHUS.
OCHOBHBIM HEJIOCTATKOM 3TO# KilaccuduKaluum, 1Mo
HaIlleMy MHEHUIO, SIBJISIETCSI COCPEOOTOUYECHIE Ha T1a-
MOPOTHUKAX (KOTOpPBIE SIBJISIOTCSI MEHBIIMHCTBOM
cpeny STM(UTOB) U HEKOTOPast TEPMHUHOJIOTMYeCcKast
BOJILHOCTb. Tak, aBTOp YIOTpeOJsIeT TepMUH “¢ha-
KyavmamugHsie” STMGUTHL B TOM CMBICIIE, B KOTOPOM
MBI ynoTpeoiasieM “cuuoguavhbie” (“menesbie”) 311~
¢uTHI, a He B 3HAYCHUM CJIyYaliHOro MJIM HeoOs13a-
TeapHOoro 3nnduTn3Ma. Kpome Toro, HEImMOHITHO OT-
HeceHUe K 3nuduTaM mojylapa3uToB U3 ceMeiicTB
Loranthaceae u Viscaceae. 1o HaliMm naHHBIM, Ma-
JIOBEPOSATHO HaJM4We y 3NUMUTOB M OIOCPEIOBaH-
Horo napasutusma yepes rpuosl (Eskov et al., 2020),
TeM 0OoJjiee CTpaHHO paccMaTpuBaTh KJIacCUYECKUE
MoynapasuThl Kak anmudurel. HecMoTtpst Ha To, 4TO
UCTOPUYECKHU TaKOM B3TJISIA MUMeJ MecTo (Hamp., Ben-
zing, 1990; Assede et al., 2012), ceromHsI oH cKopee
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MOXET pacCMaTpUBaThC KaK aHaXpoHu3M (Zotz,
2016).

2. DKOPU3NOJIO0TrA
N MUHEPAJIBHOE ITMTAHUE

2. 1. Accumunayus yeaepooa u eco u30mMonHulil cocmae

M3BecTHO, uyTO MHOTMM Ha3eMHBIM (Bone et al.,
2015) n stmduTHbIM (Silvera et al., 2005, 2009; Qiu
etal., 2015, u np.) opxumesMm, a TakKe 3MUPUTAM
npyrux cemeiictB (Griffiths, Smith, 1983; Winter
et al., 1983; Medina, 1996; Zotz, Ziegler, 1997; Zotz,
2004; 3utTte u ap., 2008; Silvera et al., 2010; Silvera,
Lasso, 2016, u np.) cBoiictBeHeH CAM-¢oTocuHTE3
(crassulacean acid metabolism — KUCJIOTHBII# MeTa-
0O0JIM3M TOJICTSIHKOBBIX). B 9BOIIOLIMOHHOM CMBICTIE
CAM gBuicsl o4YeHb YOOOHBIM MEXaHU3MOM JIJIsI
S1MGUTOB Ha MyTU KcepoMmopdo3a ST OCBOCHUS
HanboJIee 3KCTPEeMaJIbHbIX MECTOOOUTaHUIA.

PasHuiia M30TOIMHOrO cocTaBa yriepoaa MEXIy
C;-pacTeHusiMU (K KOTOPBIM MpUHAMLJIEXAT MHOXE-
CTBO XOPOIIIO 3HAKOMBIX HaM O0peaibHbIX pACTEHUIA)
u C,- wiu CAM-pacteHusiMu cyiiectBeHHa (Martin
et al., 1990, 1992; Diels et al., 2004) u MOXeT OTJIM-
yaTbest Ha 10%o0 u 6oiee (Tuyros, 2007). Teopetnde-
CKU MaKCUMAJIbHBIN Mokaszaresb 0°C (1osist OTKIoHE-
HUS OT cTaHgapTta coctasirstioniero 0) y CAM-pac-
teuuii 12%o0 (3urre wu gp., 2007). Hwuskasg
nuckpuMmuHanus C y CAM-pacTeHunii cBsizaHa ¢
CUJIBHBIM CYyXEHHEM YCTBbHUII BO BpeMsI YCBOCHMSI
CO, (3utte u ap., 2007) — MexaHU3M, IPETISATCTBY -
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0L otepsaM Boabl. Takum o6pasom, 63C cayxur
OYEHB XOPOIIUM Y TOYHBIM MAapKEePOM TOTO UJIM MHO-
ro Nyt (poTOoCHHTE3a B MCCICAyeMOM MaTepuale
(3urre u ap., 2007; Tuynos, 2007).

IMpssmast cBSA3b CYKEHUST YCTHUII U CHUXKCHHOI
auckpuMuHanyuu BC roBoput o TOM, YTO pacTeHus,
MIPOSIBJISIIONINE 3TOT 3(PPEKT, HAXOISATCS B YCIOBUSIX
octporo aedunuta Biaaru (3urre u ap., 2007). s
SMUMUTOB 3TO ITOJKHBI OBITh TaK Ha3bIBaEMbIE IIT1-
(UTBI KpOH WU TeInoGWIbHBIC STTU(UTHI, HAXOHSI-
IIMecs B TeX YacTsIX KpoH (GopodUTOB, KOTOPBIE UC-
MBITBIBAIOT PETYJSIPHbIE CYIIECTBEHHBIE CYTOUYHBIE
nepenansl BraxkHocty (Johansson, 1974, 1975, 1978;
Sugden, 1981; Benzing, 1981, 1986a, b, 1987; Jacome
et al., 2004, u np.). 1 B camom gese, most SupUTOB
¢ CAM pacreT cHM3Y BBepX 1o BbIcOTe nepena (Silvera,
Lasso, 2016) 1 yMeHBIIIaeTCsI 10 Mepe MPOABUKEHUS
B ropsl (Hietz et al., 1999).

Bonpoc cBsizsu CAM-doTocuHTE3a ¢ 9KOJI0oTrnde-
CKOM MJIACTUYHOCTBIO B IIOTPAHWYHBIX YCIIOBMSIX
(HampuMep, IpH 3aTCHEHNN ) MaJIO U3yYeH Y I~
ToB. Jeaununudpukauus (Ipolecc BBICBOOOXICHUS
CO, U3 I67104HOM KHUCIOThI) 3aBUCUT OT OOTyUEHUs,
NAJIbHUI KpacHBI CBET 3TOT NPOLIECC CTUMYJIMPYET
(Barrow et al., 1982). M3yuyeHue BIUSHUS KpaTKO-
CPOYHOTO U JOJTOCPOYHOTO BIMSIHUS 3aTCHEHMS Ha
anuduTHoe 6poMenuBoe (Adechmea) c CAM mokasa-
JIO TIpY KPaTKOCPOYHOM OTpaHMYCHUH CBETa HEIIPU-
CITOCOOJICHHOCTD (TMOENIb XJIOPEHXUMBI, U3MEHEHUE
colepxaHusl sI0JI0UHOI KUCJIOThI, b6anaHca CO,), a
IIPU TOJITOCPOYHOM — O0Jiee YCIEITHYIO IIPUCIOCO0-
nsiemocTth (Ceusters et al., 2011).

Mopenb pacopenelieHUsI Tuna (pOoTOCUHTE3a
BHYTPH TPYIIIBI C OOJIBIION M0JIei STIM(UTOB XOPO-
IO M3ydyeHa Ha OpoMenueBbIX. [ ompeneseHus
CAM- u C;-dortocrHTe3a ObUI caesaH U30TOIHBII
aHaIM3 yriepoaa B TKaHaX 1893 BumoB 6poMeTneBhIX
(57% ot ob1iiero yuciaa BugoB) U3 57 ponos. Y 1074
Bu0B (57 %) 3nadenue 83C tunuunoe mist Cs-poTo-
cuHTe3a (mHeBHas pukcanus C), Torna Kak'y 819 Bu-
noB (43%) noka3zaHa HoYyHas (puUKcalus yriepoaa 1
CAM-dortocuHTe3. [To BBICOTHOMY paclpenejieHuIo
HauboJibliee ynuciao C;-6pomMenunii OblJIO OOHapyxe-
HOo Ha cpenHeii BeicoTe oT 500 mo 1500 M Hanm yp. M.,
TOTna Kak yactora BcrpedaeMoctTu CAM-BUIOB MO-
HOTOHHO YMeEHbIIIajJaCh C YBEJIWYEHUEM BbICOTHI
(Crayn et al., 2004, 2015).

OO0cyxXmaeTcsl TakKe OOJMratrHelii M (hakysbTa-
TuBHBINA XapakTep CAM y 3nuduUTOB U €ro CBSI3b C
KU3HEHHBIMU (popMaMU 1 MeCTOOONTaHWEM. Bumbl
¢ oouratHbiM CAM umenu 3HadyeHue 10—20%o, 00-
auratHeiM C; — 23—35%0 8"C. Haubonee kcepo-
¢duTHBIe BUIBI (aTMOChEpHBIE OpOMEIMEBbIE) BCE
nMmenn CAM-¢poTocuHTe3 1 Ipou3pacTain B Oonee
CYyXUX YCJIOBMSIX, pe3epByapHble OpOMETUM WMENHN
IIIPOKOE TeorpaduvecKoe paclpocTpaHeHUe, OHH
BKJItouanu ¢akyiabratuBHble C;-BUlbl U (haKynabTa-
TuBHbIe CAM. TeHeBbIHOCIUBBIE OPOMEIUU, PACTY-
TIIe TIPU BBICOKOU BIIAXXKHOCTH BO31yxa, Bce Obiu Csy
(Griffiths, Smith, 1983). ¥V opxumeii Ha mpumepe

JKYPHAJI OBLIEN BUOJIOTUU

18 sMPUTHBIX, TUTOMUTHBIX M Ha3eMHBIX BHUIOB
p. Cymbidium OblTu OOHapyXeHbI TPU KaTEropuu
(GOTOCHMHTETUYECKOM aKTUBHOCTU: cuiibHbIE CAM,
cnabbiit CAM u C;. CAM oOHapyXeH y 3nu(GUTHBIX
U JTUTOMDUTHBIX BUAOB, Y HA3eMHBIX BUIOB — BCeTaa
C;, HE3aBMCUMO OT UX MECTOOOUTAHUIi. ABTODHI Ae-
JIaloT BBIBOM, 4TO cinadeiit CAM — HaciaenoBaHHBIN
MpU3HAK y UTMMOUIUYMOB, a cuibHblii CAM u C; no-
SIBWINCH IIOCJIEIOBATEIbHO B XO/IE€ SBOIOLIMH pomaa
(Motomura et al., 2008).

CAM He Bcerna sIBIsieTCS HEOOXOIUMBIM YCIIOBU -
eM JIJISI OCBOCHMUS 3NU(PUTHBIX MecTooOuTaHuii. On-
HO U3 TJIaBHBIX CEMEMCTB audUTOB (Araceae) uMeeT
enmHCTBeHHBIM B ¢ CAM 1 TO cpenm Ha3eMHBIX
npencraButesieit (Zamioculcas zamiifolia) (Holtum
etal., 2007). I'eneruueckue npuunHel CAM wmajo
MOHSITHBI, BO MHOT'OM OHU OCTAIOTCS “depHBIM SIIIIU -
kom” (Liittge, 1989). Takum obpa3om, HE U3BECTHO
rmoyeMy, HaIllpuMep, Y TPYMITbl GJIU3KOPOICTBEHHBIX
BUJIOB, Cpely KOTOpPOil mpeBaiupyoT C;-pacTeHusl,
BcTpevatoTcst Bugbl ¢ CAM (Tsen, Holtum, 2012). He
BCErlia OYeBUIHBI M 3KOJIOTUUECKHE TIPUIMHBI 3TOTO
(Silvera et al., 2010). CAM MoXeT nepekIirouaThcst Ha
C,; BHYTpM onHOro Bujaa snudurta, Hocd dakyibTa-
TUBHBIN XapaKTep, B 3aBUCUMOCTHU OT YCJIOBUIA TIPO-
uspactanuii (Qiu et al., 2015). I1Tpu atom CAM u C,
HE COBMECTHUMBI M He MMCIOT B3aMMHBIX IT€PEeX0I0B
(Sage, 2002). XoTs1 UMEIOTCS €IWHUYHBIC TAaHHBIC,
YTO 3TO HE TaK M BO3MOXeH (akymbratnBHEIT CAM
y C,-pacrenuii (Winter, Holtum, 2017).

WHTpUryonmmM MOMEHTOM SBIISIETCS HEIAaBHO
OOHapy:XKeHHOE pa3Idre TUIIOB (OTOCHHTE3a y pa3-
HBIX BereTaTUBHBIX OpraHoB 3nuduToB. Tak, moka-
3aHo, uTo y Cattleya walkeriana B COYHBIX, CYKKY-
JICHTHBIX TUCThsIX UMeeTcst CAM, a B KOpHSIX 1 TICEB-
nooynpbax — HeT; Oncidium ke copta “Aloha”,
o0JIagaronii TOHKUMHU JMCcThbsimMu, nmen CAM B
KOpHSIX M TIceBAOOyJbOax, HO He B JUCTbsix (Ro-
drigues et al., 2013). 3T0 TOBOPUT O TOM, UTO pa3HEIC
BeTreTaTUBHbIC OpraHbl 3MU(UTa CAMOIOCTATOYHBI B
ropasno OOJIbIIIeil CTeIIEH!, YeM Y Ha3eMHOTI'O pacTe-
HUSI, OpraHbl KOTOPOIO CTPOro (pyHKIMOHAJILHBI U
COOTBETCTBEHHO B3auMOCBS3aHbl. MOYHKIIMOHAJIb-
Hasl OTuBepcUUKALIMSI OPraHOB y 3MOU(UTOB BO3-
MOXHO SIBJISIETCSI IPUYUHON PEAYKLIMU HEKOTOPBIX
W3 HUX B IIpoliecce 3Bomonny. OHa 3aX0auT HaMHO-
ro Jajbllie, YeM Y Ha3eMHBIX CYKKYJIEHTOB, HaIlpu-
Mep, KaKTyCOB WM MoJiodaeB. Tak, 3koonoMopdo-
JIOTUYECKHUU TUTI SITM(PUTHBIX OpXUACH, MMEHYEMBIiA
B aHIVIOSI3LIYHOM JIUTEpaType “shootless” , IMeeT I10JI-
HOCTBIO peAyIUPOBaHHBIE JIUCThS, IIPEBPATUBIINECS
B KaTauabl U CeNsTYMi YIUIOLIEHHbIN mooder. Ta-
KM 00pa3oM, Bce (POTOCHMHTETUYECKME (DYHKIINU
GepyT Ha cebs Bo3myliHbie KopHU (Benzing, 1996).
OT1u GhoToCUHTE3UPYIOIIEe KOPHU (pUC. 3o1c), SIBIISI-
IOIIMECs eOIMHCTBEHHBIM “3€JICHBIM~ OPraHOM (XOTSI
Ha BUJ OHU U HE BBITJISIST TaK) y shootless, TakKe UC-
MOJIB3YIOT TUII (DOTOCHHTE3A, SIBJISIOIIETOCs BapruaH-
ToM CAM, HECMOTpPS HAa OTCYTCTBUE YCTBUYHOTO all-
mapata (Cockburn et al., 1985; Winter et al., 1985).
Takue KopHM OoJiee YCIIEIITHO COITPOTUBIISIIOTCS BBI-
Ne 5
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CBIXaHUIO P 00Jiee TOHKOM (B ABE KJIETKU TOJII-
Hoii) BenaMmeHe (Benzing et al., 1983). Tonkuii Bena-
MEH SIBIIIETCS, IO-BUIMMOMY, HEOOXOIUMBIM YCIIO-
BHUEM Ta3000MeHa Mpr POTOCUHTE3€ B KOPHSIX.

2.2. Pocm

OO61masg cBsI3b MPOIIECCOB pocTa M (POTOCHMHTE3a
pacTeHuil SBisieTCsl OMHOU M3 (yHIaMEHTaIbHbIX
mpobjeM coBpeMeHHol Owuonorum (3uTTe M IOp.,
2007). PocT ¢ 3KOJIOTMYECKOM TOYKU 3PEHUSI — ITO
MPoLeCC MHBECTUIIMM U Mepepaciipee/ieHUs acCu-
MugTOB. Tak, MoKa3aHo, YTO cyxas Macca KOpHei u
JIMCTBhEB C BO3PACTOM IaaaeT y anuGUTHOI opxuaeu
Dimerandra emarginata, a macca crebieii (BUIou3-
MEHHBIX B TICeBIOOYIBOBI) pacTeT (Zotz, 1998; Zotz
et al., 2001), 9To TOBOPUT 00 SKOJIOTUIECKOM CTpaTe-
MY WHBECTUPOBAHUS B 3aracatoliue opranbl. Kpo-
Me TOr0, KOHIIEHTpallMU a30Ta B CyXOli Macce HUXKe y
Snu(UTOB, YeM Yy Ha3eMHbIX pacteHuit (Schulze
et al., 1994; Roderick et al., 2000). DTo, omHaKoO, HE
00s13aTeIbHO  SIBJISIETCSI TIPU3HAKOM HeIocTaTKa
OMII, a MOXKET OBITh CBUAETEILCTBOM MHOI MOJEIU
a30THOIO MUTaHUS y 3MUGUTOB, CBSI3aHHOW C Mel-
JIEHHBIM pocToM (Stuntz, Zotz, 2001). Takum obpa-
30M, M3 BCETO BBIIIEU3JIOKEHHOTO CTAHOBUTCS T0O-
HSITHO, YTO POCT 3NUMUTOB JOJKEH UMETD PSil OCO-
OCHHOCTEH, CBSI3aHHBIX CO CIEUUM(MUKONA UX
9KO(U3UOIOTUN.

MBI N3y4MJIM POCT BO3MYIIHBIX KOpHeit 20 BUIOB
AMUGUTOB U MOTYy3NUDPUTOB ex sifu U3 8§ ceMeilcTB
(Orchidaceae, Bromeliaceae, Araceae, Cactaceae,
Moraceae, Rubiaceae, Asclepiadaceae, Zingiberaceae)
(EcpkoB, 2018). bruio moka3aHo cieaylolee:

1) y BO3OYNIIHBIX KOPHEM IIBETKOBBIX 3MU(MUTOB
BMECTO YETKO BBIPAXECHHOM allMKaAJIbHONH MEpHUCTE-
MBI BbIsSIBJIEHA €MHAasl 30Ha pOCTa, KOTOpasi XapakTe-
pU3yeTCs OTCYTCTBUEM Y MEPUCTEMBI SIBHOI IpaHU-
1bI ¥ TIPOJOIXKAIOIIUMUCSI MUTOTUUECKUMU AeJIeHU-
SIMUA B 30HaX KOPOBOIi MTapeHXMMBbl U PU30IEPMbl Ha
MPOTSKCHUM 3HAYWUTEILHON YacTu 30HBI pacTsikKe-
Hus (puc. 4), IIMHA 30HBI PACTSKEHUS IIPSIMO IIPO-
MOPLUMOHATIbHA CKOPOCTU POCTA;

2) CKOpPOCTh pOCTa BO3AYLIHOTO KOPHSI, €ro JJIMHa
M TOJILLIMHA KOPPEJUPYIOT CO CAEAYIOIIUMU (DYHKITU-
OHaJIbHBIMU TapaMeTpaMMu LIBETKOBBIX 3MNUMUTOB:
MOJIOXKUTEJIBHO — C YAEJIbHOI JIUCTOBOI MOBEPXHO-
CThIO XUBBIX JJUCTbEB, OTPULIATEJIBHO — C yIIeJIbHOM
JIJIMHO# KOpHEM, colep:KaHUeM U U30TOIMHBIM COCTa-
BOM a30Ta U yIiaepoaa B JUCTbIX U KOPHSIX.

DTO CBHACTEIBCTBYET O TOM, UYTO 3MHUQPUTHI C
CAM (muarHoCTUPYEMBIM MOBBIIIEHHBIM COJEpXKa-
HueM BC) MMeT HU3KYIO MTOTPEOHOCTh B a30Te€ U
MmemneHHee pacTyT (EcbkoB, 2018).

2.3. Ilodeewennwvie nousst u cumobuomuveckue césa3u

2.3.1. YTo Takoe moaBelIeHHbIE MOYBBI? DBOJIIO-
L1 21U GUTOB 11Ia HE TOJILKO B HaIIpaBJIeHUM CTPO-
roro xcepomopdosa, BO3MOXHA U aJlbTepHATHUBHAS
cTpaTerus, Koraa anu@uT BEICTYIAeT KaK CBOETO pO-
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Ia saugukaTop B KpoHax Jjieca. B pamMkax peanmsa-
IIMM 3TOM CTPATErMM BOKPYI KOPHEBOM CUCTEMBI
SMM(GUTOB 00pa3yIOTCSI OCOOBIE ITOYBONOAOOHEIC
cyocTpaThl — nodeeuientsvie TouBbl. OOpa3oBaHMe Ta-
KMX TIOABEIICHHBIX MOYB MOTUMHSIETCS HECKOJIBLKO
WHBIM 3aKOHOMEPHOCTSIM, 4YeM MpPOLECCHl “HOp-
MaJbHOTO” TIOYBOOOpPa30BaHMUSI B TPOIMMYECKUX
yciioBusx. IlogBenreHHbIE IIOYBBI OTHOCSTCS K KaTe-
TOPUM OPTraHWYECKUX ITOYB WJIU ITOYBOIIOTOOHBIX 00-
pa3oBaHUil, XOTSI UM He yIeJISIeTCs JOJDKHOTO BHU-
MaHM1S HU B OgHOM Kiaccudukanum mouys Poccnm n
Mupa.

HenoolieHeHa poJsib MoABEIEHHBIX TTOYB B KPYTO-
BOPOTE OPTaHNMYECKUX BEIIECCTB M OMOMUIIBLHBIX DJIe-
MEHTOB. /1JIsI HEKOTOPBIX MOYB, B YACTHOCTH OpPraHO-
reHHbIx, F0.C. TomyenpHukoB (1985) BBEn TepMuH
“BBIPOXAEHHOE MTOYBOOOPa3oBaHUe” , TIPU KOTOPOM,
B YaCTHOCTH, HEIPOMOPLIMOHAIBHO YyMEHbIIAeTCs
pOJIb TOTO WJIW MHOTO (paKTopa MOYBOOOpPA30OBaAHMS
(B JaHHOM cJlyyae MoyBooOpasympliieii Mopoibl), YTO
KUCKJIIOYaeT BO3MOXHOCTb MX (DYHKIIMOHWUPOBAHUS
Kak MoyB B skocucteMme. K MmomoOHbIM (yHKIIMO-
HaJIbHO TTOYBOITOJOOHBIM TeJIaM OTHOCST U 300T€H-
HbIE TIOYBBI, BCcE OoJiee aKTUBHO M3y4yaeMble B IO-
cienHee BpeMsi (AbakymoB, 2014). OnHaKO UMEIOTCS
JIMIIb €AMHUYHBIE pabOThl, BOCIPUHUMAIOIINE 300-
TeHHbIE TTOUBBI KaK (PYyHKIIMOHAIBHBIN OJIOK BKOCHU-
creM (Harp., Frouz, Jilkov4, 2008). CymiecTByeT Tak-
K€ TIOHSITHE O TTOYBE KaK JIEMEHTE “2KOCUCTEMBI O -
Horo pacteHus” (YeptoB, 1983), HO COOCTBEHHO
MOJIBEIIIEHHbIE MTOYBbI, COMPOBOXAAIOIINE SNUDUT-
HYIO KOJIOHU3ALIMIO B TPOMMKAaX, OCTAIOTCSI MaJIOU3Y-
YEHHBIMMU.

INonserieHHBIE TOYBBI OTIPEAEIISIIOTCST KaK Opra-
HUYECKHE CyOCTpaThl M pACTUTEIbHBIC OCTATKH, 3a-
IepkaHHBIe B SMMMUTHBIX COOOINECTBAaX, KOTOPHIE
HE MPOLLIM TOJHYIO CTaAuio AETPUTH3ALMU U HeE
MIpeBpPaTUJINCh B TyMyC Ha3eMHBIX TOYB (Shaw, 2013).
Hetputusanus SIBIsIeTCs] OMHUM M3 BaXKHBIX TIPOLIEC-
COB (PYHKIITMOHMPOBAHUS JIECCHBIX 9KOCUCTEM, 0Oec-
TTeYMBAIOIINM KPYTOBOPOT BetrecTB. CKOpOCTh pasiio-
JKeHUsI OpraHMYECKUX BEIIECTB YaCTO HAXOAUTCS B 3a-
BHICUMOCTH OT KJIMMaTUIECKUX YCIIOBUI (TeMIIepaTyphl
n konmuyectBa ocangkoB) (Trofymow, Moore, 2002),
OGMOJIOTMYECKOM TOCTYITHOCTH pa3jiaralolerocst MaTe-
pHajga M cocTaBa COOOIIECTB pemyleHTOB. JlaHHBII
MpolecC HAaYMHAETCsI CO CTapeHUs JIUCThEB, JIMCTO-
mama M OCaXIeHWs oltama B JIECHON TOICTHIIKE
(Hempfling et al., 1991). OgHako eciu 3Ta mocJjeno-
BaTeJIbHOCTh HapyIIaeTcsl, OpraHMIeCKOe BEIIeCTBO
He TIoNamaeT B MOICTWIKY cpasy, a HaKaIlJIuBaeTCs
Ha TIOBEPXHOCTH TIpenaTcTBUil. Takne mMoIBbI MOTYT
IOJITOe BpeMsI CYIIECTBOBAaTh B (DOpMe HepasTOKIB-
ILIeTOCSI OpraHUYECKOIo BEIlIeCTBA, YAePXX1MBAeMOIo B
KpPOHAaX pa3TMIHBIMU BUIAMU STTH(HUTOB.

INonBelreHHBIE IIOYBHI B JIECHOM I10J10I'€ UCIIBIThI-
BaloT OOJIbIINE TTEpPeTaabl TEMITEPaTyp 1 BIaXKHOCTH,
yeM B JiecHoi moactuike (Bohlman et al., 1995), u
CKOPOCTb Pa3JIOXeHUsI OPraHUYECKOro BeIlleCTBa B
I1OJIOTE IO CPAaBHEHUIO C IOACTHIKOM MOXKET OBITh
nHoit (Lindo, Winchester, 2006, 2007). Tak, o aHa-
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Puc. 4. PazHuia B opraHu3alnu MpoleccoB pocTa MOA3eMHBIX KOpHei (Ha npuMmepe Arabidopsis) N BO3AYIIHBIX KOPHE 31K~
buToB 1 nosryanudutoB (Ha mpuMmepe Monstera). IlonzeMHbIi KOpeHB (@) 0OBIYHO OTHOCUTEILHO TOHKMH (X1 MM), MMeeT X0-
pOLIO Pa3BUTHIN KOPHEBOI YEXJIMK M YE€TKO JIOKAJIU30BaHHbBIE 30HbI MEPUCTEMBI, YIJIMHEHUS U AuddepeHaium, 4to gua-
THOCTHPYETCSI 110 MOSIBJICHUIO KOPHEBBIX BOJOCKOB; CPEIHSISI JUTMHA KJIETKU 9KCITOHEHIIMAIbHO YBEJIMYMBAETCS Ha TPaHUIIE
MEpPUCTEMBI U 30HBI pacTsikeHus (6), JJIMHA KJIETOK pU301epPMBbI O0JIbliIe, YeM ITMHA KJIIETOK KOPbI; 8 — MEPUCTEMA 3aKPBITOTO
THIIA. Y BO3AYIIHOTO KOPHS (2), KOTOPbIA HAMHOTO TOJIIIE MOA3EMHOr0 KOPHS (21 MM), peayLiMpOBaHHbII KOPHEBOI YEXJIMK,
MepucTeMa U 30Ha PaCTSKEHUST CIMBAIOTCS B KOMOMHUPOBAHHYIO 30HY POCTa, KOTOpasi He UMeeT YeTKOUM IpaHUIIbl C 30HOM
nuddepeHUManu, KOpeHb B 30He nuddepeHunanmu (BOJIOCKUA He pa3BUBAIOTCS); CPEAHSIS JUIMHA KJIETKU JIMHEWHO pacTeT
Ha 60J1b110¥ TTo1Ianu (d), B TO BpeMsi KaK POCT MOXKET COMIPOBOXKAATHCS KIIETOYHBIMU AEICHUSIMU, IJIMHA 3aBePIIMBIINX POCT
KJIETOK KOPBI OOJIbIIIe, YeM KJIETOK PU30IEPMBI; € — MEPUCTEMa OTKPBITOTO THUIIA.

JIN3Y Pa3JIOKEHUS IEJUTIOIO3HBIX TUCKOB 9KCITePH-
MEHTaJIbHO OBLI MTOKa3aH 0oJiee MEIICHHBIN pacman
OPraHMYECKOTO BEIEeCTBa B YCIOBUSIX “BO3MYIIHBIX
nouB”, yeM Ha 3emie (Nadkarni, 1986). B monBereH-
HBIX TTIOYBaX MPUCYTCTBYET U MOYBeHHas (hayHa, Ha-
npumep, kiemu (Lindo, Winchester, 2007) 1 Horo-
xBocTtku (Shaw, 2015). IIponecc 3aceneHus1 KpOHBI
JiepeBbeB HeseTalonieit ¢ayHol M3y4eH IUIOXO, HO
MPEATONIOXUTEIBHO BKIIOUAeT B ce0s1 MUTPALIMIO T10
Kope nepena (Shaw, 2015).

KYPHAJI OBIIIEM BUOJIOTUN

Takum 00pa3oM, MOABEIIEHHBIC TIOYBBI SIBJISTFOTCST
MHTEPECHBIM OOBEKTOM M3Yy4EHUSI He TOJILKO M3-3a
HeTpPagUIIMOHHOIO IIpoliecca IOYBOOOpa30BaHUSI,
HO M BCJEACTBME TOTO, YTO IIPEACTABISIIOT COOOIi
BaXXHbIIl (pakTop coxpaHeHUs] OuopaszHooOpas3ust
“sammduTtHOMN (hayHBI”. BumoBoe 00raTCTBO U BUIO-
BOI COCTaB MypaBbeB 3aBUCST OT pa3Mepa SIuduTa u
Hammuus TonBeineHHoi mmouBbl (DaRocha et al.,
2015). OTmeueHo, 4YTO OMoMacca oouTaTesei ImoaBe-
IIeHHBIX 1T0YB B 20 pa3 IpeBHIIIaeT TAKOBYIO B HaM-
OoJjiee obuTaeMoM ImoYBeHHOM ropu3oHTe (Cepreesa
Ne 5
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u 1p., 1989). B HeckobKMX “THe3max” OOHOIO TOJb-
KO Buna Asplenium nidus, COOpaHHBIX U3 TPEX MECTO-
oburanmit Bo BeeTHamMe, HaiineHo 150 BUmoB Gecrio-
3BoHOYHBIX (Cepreesa u ap., 1997).

B xome Hammx ucclienoBaHUil OBLIO BBISIBIEHO,
YTO TNOJBEIICHHbIE ITOYBHI XapaKTEpU3YIOTCS Ma-
JIBIM COAEpKaHMEeM apoMaTUYECKUX COECIUHEHUIA
(Abakumov et al., 2018; Rodina et al., 2020). Co-
IJIACHO TePMOAVMHAMMNYECKOM KOHIEITINY TyMU(U-
kauuu (Schnitzer, 1978), mpoucxoguT TepMoOaUHA-
MUYECKMI OTOOP T'yMMHOBBIX BEILIECTB Ha OCHOBE
0T6Opa YCTOMYMBBLIX apOMAaTUUECKUX KOJIEL, COMpSI-
KEHHBIX ¢ KapOoKcuiiaMu, a aaudaTrudecKasl nepu-
depust He3HAYUTEIBHO YMEHBIIIAETCS 32 CYET MUHE-
pamuzauuu. [ToaydeHHBIC HAMU Pe3yIbTaThl COOTBET-
CTBYIOT HAHHOII KOHLEMLMU: JIOJISI apOMaTHMYECKUX
BEIIECTB B COCTAaBE CTPYKTYPHBIX COCIUHEHUIT TYyMU-
HOBBIX KMCJIOT BBILIE, YeM B BaJJOBOM OPraHUYECKOM
BellecTBe. TakuM 00pa3oM, MOXHO CAelaTh BBIBOI,
YTO B IMOJBEIICHHBIX ITOYBAX MPOMCXOAAT MPOLIECCHI
rymMmudukanyuu. DTo BaxXHOE HAOIoAeHNE, TI0KA3bI-
Balolllee, 4TO, XOTS CYIIeCTBOBAaHME MOABEIICHHO
ITOYBbI JIMMUTUPOBAHO BpEMEHEM KM3HU CaMoro ¢o-
poduTa, 3TO HOYBa B OYKBAJTEHOM CMBICJIE 3TOTO CJIO-
Ba, TAC IMPOMCXOIST MPOLECCh T'yMU(DUKALINU, CXO-
XK€ ¢ HACTOSIIIUMM, Ha3eMHBIMU ITouBaMu (Abaku-
mov et al., 2018; Rodina et al., 2020).

2.3.2. MexaHu3Mbl HAKOILIEHHS NOABEIEHHbBIX I0YB.
Js1 amnduTOB XapaKTepHBI pa3HBIe CITOCOOBI 00pa-
30BaHMs ITTOABEIICHHBIX MOYB. Y psga 3nudUTOB
MMOYBBI (POPMUPYIOTCS TTOA caMOil KypTuHoO. O4eHb
YacTo B KYpTUHE 3MU(pUTA IOCEISIIOTCS MypaBbU, UT-
paloliye BaxKHYIO pOJIb B T€HE3MCe MOIABEIICHHOM
nousbl (DaRocha et al., 2015). B ciy4ae “raesmoBoro”
srmduUTU3Ma ylaBIUBaHUE OMNaga OCYIIECTBISICTCS
BOPOHKOI JINCTHEB, a pa3pacTaHne KOpHel, hopMu-
pylolee BOKPYI KOPHEBO CHUCTEMbBI MOILIHBIA TOY-
BEHHBII1 KOM, BU3YaJIbHO HAIIOMMHAET IITUYbe THE3/IO.

“Cko00YHBIe” 3MUGUTHI UCIIOJb3YIOT TTOXOXUM
MeXaHM3M, 00pasysl ¢ MOMOIIbIO CIIeATN3UPOBAH-
HBIX JINCThEB-CKOOOK BOPOHKM JIsI cOOpa orajga u
noxneBoit Bonbl (Benzing, 1990; Zotz, 2016). Y p. Dry-
naria poiab “CKOOOK” BBITIOJHSIOT CTePWIbHbBIC LIETb-
HbIE JKECTKIE Baiin 0co60it MOP(MOIOrnu, XUBbIE TKA-
HY KOTOPBIX pAHO OTMUPAIOT, HO CAaMU Balivl COXpaHsI-
IOTCS Ha pacTeHWM MHOTHe Toabl. Macca KOpHEBOTO
KoMa y “CKOOOYHBIX” 3MU(PUTOB MEHBIIE, YeM ¥
“rHe3moBbIXx”. Tak, mM3MepeHHass Macca “rHe3ga”
(cybocrpat + KopHU) 111 Asplenium nidus B KOHIIE Cy-
XOoro ce3oHa coctapJsiia 5099 r, a nuctbeB 958 1; mis
“ckobouHoro” snudura Drynaria laurentii ipu 06-
meit Macce 938 r macca KOpHei M MeperHosl COCTaB-
ssa Beero 222 1 (Banbtep, 1968). B 1ieioM raesno-
BbIe 3OU(UTHI CITOCOOHBI HaKaIrmBaTh A0 30—40 kr
OpraHMYeCcKOro cyocTpaTa Ha 9K3eMILISp, a B paMKax
coobmectBa — 1o 277.9 xr/ra (Pocs, 1976). [Nocnen-
HSISI OLIEHKA, CKOpee BCEero, CUIbHO 3aHUKEHA.

B HeHapylieHHOM JIeCy YU CI0 THE3A0BbIX SITU (M-
TOB MOXeT mocturath 600 3K3./ra mpu cpeaHeit Macce
“rae3nma” 3—5 kr (3oHH, JIu Yan-Kseii, 1958). bonb-
IIast Macca MoABEIIEHHBIX TI0OYB OU€Hb CEPhE3HO Me-
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HsIET peXUM BOIOCHAOXKeHUs 31mupuToB. Biaroem-
KOCTh V “THE3I0BBIX” 3MU(PUTOB, B 3aBUCUMOCTU OT
MopdoJIoTHHY U cieun(pUKHA “THE300BOT0” KOMa, KO-
nebsercs ot 45.4 1o 334.9% 1o OTHOLIEHMIO K UX CY-
xoit macce (Pocs, 1976). [laxke B cyXoif CE30H BJIaX-
HOCTh 3MMM@UTHBIX CyOCTpatoB B 2.5 pasa BBIIIE
BJIAXXHOCTU BEepXHEro nmouBeHHoro ropusoHra (Cep-
reeBa u 1p., 1989) n 6;1mska Kk 80%. DTo cBSI3aHO C TTe-
pexBaThIBaHMEM KalleJIbHOI0 KOHIEHCaTa, Ocemalo-
IIET0 HOYBIO B KPOHE U IIPaKTUYECKUA HE JOCTUTAIO-
mrero 3emau (ITandwios, 1961).

B psime ciyyaeB rHe3noBBIe SMMUMPUTHI 00pa3yIoT
crieuMajIbHbIe IPpUAATOYHbIE (M1 OOKOBBIE Y IIpUIA-
TOYHBIX) KOPHU C OTPUILIATEILHBIM T'€OTPOINU3MOM,
BBITTOJIHSIIONIME POJIb “LIETKU”, B KOTOPOIi 3acTpeBa-
eT oman (puc. 5). B aHIIOA3bI9YHOI TUTEpPAType ITU
KOpPHM HMeHyloTcsa “impoundment” “KOpHU-
ymasauBatenn” (Benzing, 1996). Panee st KopHU
OBLIM OTMEYEHBI Y OPXUIHBIX ponoB Catasetum (Ben-
zing, 1996), Ansellia u Graphorkis (Johansson, 1974).
ITo HamuM HaOMIOOMEHUSIM, OHM XapaKTepPHBI TakKXKe
IUJIsL APYTUX poaoB opxuaeii Tpudsl Cymbidieae: Cym-
bidium, Acriopsis, Stanhopea, Gongora, Cycnoches,
Grammatophyllum (Orchidaceae) 1 HEKOTOPBIX IpY-
rux. Cpeau MHBIX CeMeiiCTB OHM €CTh y psiia IIpe-
craBuTenei p. Anthurium (Araceae).

I'He3noBbIe STIM(MUTHI C 3TUMU KOPHSIMU, a TAKXKe
JPYTUMMU MPUCTIOCOOCHUSIMU JIJIST yIep>XKaHUSI BOJIbI
U ornaaa, MOJYYWJIUM B aHIJIOSI3BIYHOU JuTepaType
yCTOWYMBOE HaMMEHOBaHUE “MYCOPHOI KOP3WHBI”
(trash-basket) (Benzing, 1990). Mopdonorust KopHe-
BOI cucTemMbl “THe3nma” y TpeAcTaBUTeNeil NByX pas-
JIMYHBIX CEMENCTB cx0Xa, YTO MO3BOJISIET pacCMaTpu-
BaTb 3TO SIBJEHUE KaK TMpOsIBI€HWE KOHBEPIeHLIWU.
dusuonoruyeckass e MNpUUYMHA OTPULIATEILHOTO
reoTpornu3Ma B JaHHOM cliyyae MajoIoHsTHa. TeMm
He MeHee B JIUTepaType BCTPEYaloTCs JaHHbIE, yKa-
3pIBaloIll€ Ha 3aBUCUMOCTb OOpa3OBaHUSI TaKMX
KOpHeii oT ypoBHs ocBelieHus: (Werckmeister, 1971).
B xome Hamwmx McciienoBaHU Mbl BBISICHWIN, YTO
areoTpOIHbIE  BO3AYIIHbIE KOPHHU-YJIaBIUBATENU
OOBIYHO JIMIIIEHBI MEPUCTEMbI, UMEIOT SIPKO BbIpa-
JKEHHBI NeTepMUHUPOBAHHBI POCT U 00JamaloT
0Cc00011 MexXaHMYECKOIi IIPOYHOCTHIO 32 CUET BUTOU3-
MeHeHMs KieToK ctenu (EcbkoB u ap., 2017). C Tou-
KU 3peHus GYHKIMOHAIBHON POJIM MOXHO CKa3aTh,
YTO JAaHHOE IPUCIIOCOOJIEHUE SIBJISIETCSI TPUMEPOM
aJanTUBHOI 3BOMIOLIMU, O1arogapss KOTOpoii pacTu-
TEeJIbHBIM OpraHU3M B XOAE OHTOreHe3a (popMUpyeT
cpeny, oOJieryaloulyr ero cyliecTBoBaHUe. Takum
00pa3oM, XapakTep pOCTa BO3AYIIHOTO KOPHS Ha-
MPSIMYIO CBSI3aH C ero 3AU(UKaTOPHOUN POJIbIO, €CIn
JUJTSl JAHHOTO BUJa 3nuduTa XapaKTepHO AETOHUPO-
BaHWE OPraHWYECKOTO BeIlleCTBa B BUJE MOABEIICH-
HBIX TTOYB.

2.3.3. Kosonuzanmusa mypaBbsiMu. Psim TakcoHOMM-
YeCKMX TPYIII 3MU(MUTOB SIBJISIETCS BbICOKOCIICIIA-
JIM3UpOBaHHBIMU MuUpMekoduramu (Janzen, 1974;
Davidson, Epstein, 1989; Benzing, 1990; Gibernau
et al., 2007; Zotz, 2016). TakoBbI, HATIpUMeED, TIPE-
crautermu 1onTpmoel Hydnophytinae, cemeiicTBa
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Puc. 5. AreoTportHble KOpHU: a — HeOOJIbIIast KypTUHA OpXuneu Acriopsis indica ¢ XopoIlIo pa3BUTOM “IEeTKOIM” arpaBUOTPOIT-
HbIX KopHeii (H.1. bako, CapaBak, bopHeo), 6 — snudutHas opxunes Grammatophyllum speciosum (opanxepeu 'BC PAH),
6 — apounHbIl STudUT Anthurium crassinervium (opamkepest T bC PAH).

mapeHoBbIe (Rubiaceae), BkiItogaoleii IsITb pOooOB
(Chomicki, Renner, 2017), pacrnpocTpaHEeHHbIX B
IOro-BocrouHoit A3uu u ABcTpanazuu. s 3Tux
pacTeHUit XapaKTepHBI KayIecOoTom0o0HbIE TOMaIINT
(moabple 06pa30BaHUS MUPMEKOMIILHBIX PACTCHUH,
npeaHa3HauYeHHbIC JTs TOCEJIEHUSI MypaBbeB), oOpa-
30BaHHBIC ITyTEM pa3pacTaHUsI TUITOKOTWIISL. DTO SIB-
JIeHVE He CIeIMUIHO W TIPOMCXOIUT BHE 3aBUCH-
MOCTH OT HAJIMYUS WM OTCYTCTBUSI MypaBbUHOM KO-
JoHuzauuu. IlokazaHo, YTo HecneuuUIHOCTh
CUMOM03a C MypPaBBbSIMU SIBJIICTCS JUTSI TPYIIITHI UCXOM-
HOI1, XOTS W yTpauyuBajiach B XOfe 3BOIOLMHU 12 pa3
(Chomicki, Renner, 2017). IIpu 3Tom 13 pa3 BO3HUK-
Ui (BKJIIOYAs CYIIECTBYIOIIUIT) MyTyaJ3M C Mypa-
BBbSIMU OTPAaHUYMBAETCS TIOYTH ITOJTHOCTHIO POIOM
Philidris (Chomicki et al., 2017).

Taxcxke oOUTaTHBIMU MUPMEKOMUTAMHU SIBIISTIOT-
¢ >NU(UTHBIE TATIOPOTHUKU U3 ceMeiicTBa Polypo-
diaceae pomoB Solanopteris (Forel, 1904; Goémez,
1974, 1977), Lecanopteris (Gay, 1991, 1993a, b; Gay,
Hensen, 1992; Haufler et al., 2003) u ogHoro mpen-
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craButenst pona Polypodium (Koptur et al., 1998). Ho-
MallMsIMU B TAaKOM cJlydae ClIy>KaT pacllMpeHHbIE MO~
JIble KOpHEBMIIA, WJIM KIIYOHEIIOgOOHbIE 0Opa30oBa-
HUS KOPHEBOTO MPOMCXOXIEHWsSI. B psme ciydaen
IoMaItieM BBICTYIIaeT, CYAd IT0 BCEMY, caMa KypTH-
Ha, KaK 3To ObLIO MOKa3aHOo sl SMU(UTHOTO Maro-
potHuka Antrophyum lanceolatum (Vittariaceae)
(Watkins et al., 2008).

Bomnpoc, 3aueM UMEHHO HY>XXeH KOHCOPTHU3M C My-
paBbaMu 3nuduTam, ciioxkeH. CoBeplIeHHO OYEeBHI -
HO, 4TO JJISI YaCTU MM (GUTOB BaskHA MUPMEKOXOPHUSI
MPU pacceJeHUU U 3aBOEBAaHUU SMUMPUTHBIX MECTO-
obutaHuii (Janzen, 1974). B psine ciaydyaeB MypaBbU,
oOuTarone B 3nuduTe, MOTyT OBITh HEIUIOXOil 3a-
IIATOM pacTeHWIo. Tak, ecim ST MUPMEKO(DUTOB
Craporo CBeTa 00bIYHBI KOHCOPTHI U3 CPaBHUTEIBHO
0e300uaHbIX npenacraBurencii p. Philidris (Chomicki
et al., 2017), To n1ss AMEpUKHU 9aCTO XapaKTEePHO I10-
ceJieHUe B anuduTax p. Azteca, ApOCTHBIX 3alIMTHU -
KOB pacTteHUsi-xo3siuHa (Gomez, 1974). 1 Tporu-
YyecKMX JIeCOB 0. bopHeo mokazaHoO, 4TO ymajJeHue
Ne 5
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MypaBbeB-KOHCOPTOB Buma Crematogaster difformis
PE3KO YBEJINYMIO MOBPEXIaeMOCTh (puToparaMu He
TOJIBKO 3MUGUTOB, HO U (HOPODUTOB, Ha KOTOPHIX
nocnenHue pactyt (Tanaka et al., 2009).

Ho camas oueBuaHas mpuyrvHa cuM0103a — TPO-
¢duueckas. MypaBbu TPOIMMIECKUX IKOCUCTEM B IIe-
JIOM MOTYT BJIMSITb Ha a30THOE MUTaHUE APEBECHBIX
pacTeHuii, cpeau KoTopbeix oouTtatoT (Pinkalski et al.,
2015). ITomumo “TpamgUIIMOHHBIX” UCTOYHUKOB a30-
Ta, MUPMEKOMIMIbHEIC SIU(UTHEI MOTYT IIOJTy4aTh €ro
U3 IIPOAYKTOB XKU3HEIESATEIbHOCTU MYpPaBbeB. DTO
ObLI0, B YaCTHOCTHU, IOKA3aHO MPUMEHEHUEM Meve-
HOTO a30Ta B IIPOIYKTaX, KOTOPBIMUA KOPMMWJIN Mypa-
BbEB, U KOTOPHIii 1O UCTEUESHU U OTIpee/IEHHOTO Bpe-
MEHHU OKa3bIBaJICsI B MUPMEKO(MUIBHBIX 3MUMUTAX
(Gay, 1993a). [Ina snudurHoro p. Squamellaria (Ru-
biaceae) oTMeUeH ciay4yail “McTUHHOTO (hepMepcTBa”
MypaBbeB. OHM He TOJIBKO 3aIIUIIAIOT X035IMHA, HO 1
OTKJIaJbIBAIOT 3KCKPEMEHThI UCKITFOUNTEILHO Ha BbI-
POCTBI CTEHOK I10JIOCTeI-ToMaIlnii, B KOTOPBIX O0M-
TalOT MypaBbU. DTU BBIPOCTHI O0OJAHAIOT TUIICpAI-
COpPOLIMOHHBIMM CBOMCTBaMU ISl COEAMHEHMIA a30Ta.
Orta amanTaius SBJISIETCS UTOTOM IJIUTEIbHOM COB-
MECTHOU 3BOJIOIMUA MYpaBbeB U 3SMNU(GUTOB
(Chomicki, Renner, 2019). MypaBbu, Kak 1 Tipouue
)KMBOTHBIE, UMEIOT OTJIMYHBINA OT paCTEHUI N30TOII-
HEI1 cocTaB azoTa (Vanderklift, Ponsard, 2003), uto
MO3BOJISIET 3a4aCTyIO TOYHO YCTAHOBUTH (haKT MOy~
YeHUs a30Ta 3MU(PUTOM OT KOHcopTa. Takum obpa-
30M, M3OTOIHBIM COCTaB a30Ta 3MM(UTA OTpaxKaeT
TpodruecKoe BIUSHUE “KMBOTHOTO” KOHCOPTHU3Ma.
Hampumep, 66110 M3ydeHO BIMSHUE JAATYIIKU (Sci-
nax hayii) Ha MUHEpaJIbHOE TUTaHUE TAHKOBOIi OpO-
Menuu Vriesea bituminosa, B KOTOPOW 3Ta JATYIIKA
JITHeM HaxoouT cebe yoexwmie. ITokasaHo, 9To 6po-
MEJIMU C KUBYIIMMHU B HUX JISITYIIIKAMU UMeu Gonee
BBICOKME 3HaueHUs1 "N, ueM 6e3 HUX (B ITOJIEBOM
sKcnepuMeHTe). B yciaoBusIX opaHKepen II0JIydYeHBI
cxonHbIe pe3yabTtaThl (Romero et al., 2010). IToxoxe-
ro 3¢pdeKTa MOXHO OXMAATh U IS MUPMEKO(MUIIb-
HBIX 3ITM(PUTOB, 4YTO M OBLIO TTOKa3aHo Ha Dischidia
major (Asclepiadaceae), y Kotopoii 29% a3ora okaza-
JIoCch “MypaBBMHOTO” mpoucxoxkmeHusi. MHTepecHO
OTMETUTH, YTO 39% yriaepoaa 3To pacTeHUE, JOMAally-
SIMM KOTOPOTO CJIy>KaT CAMHU 3eJICHBIE JIUCThSI, UMEIO-
II1M€ MEIIKOBUIHbIE TTOJIOCTU, TaKXe IIOJIydaeT OT
nbixaHust mypasbeB (Treseder et al., 1995). B xone Ha-
IIMX WMCCISAOBAaHMI MOJYy4YEHBI MaHHBIC, KOTOpPHIC
MO3BOJISIFOT TOBOPUTH O BJIUSIHUM MypaBbUHOM KOJIO-
HU3alMK 31TM(UTOB Ha MUHEPaJIbHOE ITUTAaHUE Aepe-
BbeB-Xx03s1eB (puc. 6). B tanHHOM ciiydae He popodut
yepes onaa (opMUpyeT IOJABEIIEHHYIO ITOUBY, a 3MH-
GUTHBIN KOM, Oylaromapss MypaBbMHOIM KOJIOHM3a-
LU, BIUSIET HA a30THOe nMuTaHue popodura U ero
OpraHMYecKoe BEIIeCTBO, BO MHOIOM 300T€HHOI
npuponsl (EcbkoB u ap., 2017).

2.4. MunepanvHoe numanue 3nugpumoes

2.4.1. 3ameHa (PYHKIHMOHAJIBHOM POJIM KOPHEi B M-
HepPaIbHOM NHTAHWU. MUHepaabHOE TMTaHUE 2TH-
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dUTOB OCTaeTCsT MAaIOMCCIENOBAHHONM 00JIaCThIO
(Clarkson et al., 1986; Benzing, 1990). ®dyHKIIHO-
HaJbHAsg POJIb BO3AYIIHBIX KOPHEl B MUHEPATILHOM
NUTAaHUM SNU(GUTOB OOCYXIaeTcsl M He OYeBHUIHA
(Benzing, Renfrow, 1974; Antibus, Lesica, 1990; Ben-
zing, 1990, 1996; Alien et al., 1993). Han6onee monHo
OCOOCHHOCTM MMHEPaJIbHOIO IHMTaHUSI SMUMUTOB
MU3y4eHbI I TponukoB HoBoro CBeTa, B YaCTHOCTH,
st opoMenneBbIX. [IpsiMoe yyacTue nucTbeB Opome-
JINEBLIX B MUHEPAIbHOM MUTAHUU U TIOTJIOIIEHUU
MOHOB OBUIO TOKa3aHO aBTopaguorpadueii MedeH-
HBIX TPUTUEM aMUHOKMCJIOT Yepe3 JIMCTOBBIC TPUXO-
MBI (Benzing et al., 1976). bpoMmenueBble MOIyJaroT
3JIEeMEHTbl MUHepajibHOro nutaHus (OMII) u3 mo-
KO, TyMaHa, NbIIA, ITyTeM BbIEIaYNBaHUS WU
pasnoxeHus oranga GopoduToB, a TakKKe U3 OCTaT-
KoB XuBOoTHBIX (Benzing, 1990; Bermudes, Benzing,
1991; Romero et al., 2010). Bto mpoucxoaut OJ1aro-
Japsl HAJIMUKMIO y OpoMeIueBbIX 0c000it GuomMopdo-
JIOTMYECKOM MOAEIN: pO3eTOK, WIN “TaHKOB”, B KO-
TOPBIX MPOUCXOAUT AKKyMYJISILIASL BOIBI, OIaaa M,
BO3MOXHO, ITocejieHue XuBOTHBIX (Benzing, 1990,
2000; Romero et al., 2010).

Po3zeTouHbie 6poMennBBIE UMEIOT TOJICTBIE KYTH-
KYJIbl JIUCTHEB, BBICOKUI YCTbUYHbINT KOHTPOJIb, JIO-
KaJIM30BaHbl B BepxHeidl 4yacTu KpPOH M Osaromaps
9TOMY YCIEUIHO IMPOTUBOCTOSIT BBICOKOW CTEIEHU
nHcojssmun 1 BhickixaHmio (Reyes-Garcia et al.,
2008). Bunpl ¢ O0JBIIMME pe3epByapaMi BBIACPKU -
BalOT JUIMTEJIbHbIE MEepUOoIbl 3acyxu. HakoruieHHast
BOJla MOXET BBICOXHYTh 4€pe3 OJHY—/BE Heaelau
(Zotz, Thomas, 1999), u1 mostToMy pe3epByapHbIE
OpoMeJiMeBble TI0JlaraloTcsi Ha CIOCOOHOCTh Mepe-
kmouarbes ¢ Cs;- Ha CAM-doTocuHTe3, 4TOOBI Ne-
peXWUTh 3TU Tlepuonabl HexBaTKW BoAbl (Benzing,
2000). Hannyue DMII, Kkak mmpaBuio, MEHEE BaXKHO,
yeM nocTynHocTh Boabl (Laube, Zotz, 2003), HO MO-
KET ObITh IUMUTUPYIOIIUM (haKTOPOM MPU HATUUUU
BOJIBI.

2.4.2. Ectb 1 Tpocdhuueckas cBsa3b Mex 1y hopodu-
TOM M 3nuduToM? DKCIIEpUMEHTAJIbHbIC JAaHHBIE O
BO3MOXHOI TpoUUECKOI CBI3U Mexny (popoduTa-
MU U 3nr(UTaAMU IPOTUBOPEYMBLI. B TOpHEBIX jecax
OMII meHee mocTynHEI, YeM B Hu3nHax jieca (Grubb,
1977). Onpnako ucciegoBaHust IMII BOoab BHICOT-
Horo rpagueHTa B Kocra-Puke He mokazanu cBs3u
MEXIY XUMU3MOM JIMCTbEB 3IMU(MUTOB U BBICOTOM
IS 110001 13 M3YYEeHHBIX STIM(UTHBIX TPYIII, KOTO-
pble BKJIIOYAJIM ITAaIIOPOTHUKM, OPXUIIEH M OpoMeInn
(Cardelus, Mack, 2010), T.e. He TTOKa3bIBaJIl CBSI3U B
TpodpusMe Mexny snudutamu u dopodpuramu. C
JIIPYroii CTOPOHBI, MHOTOJIETHUE OITBIThI BHECCHUS
MUHEPAJIbHBIX MOAKOPMOK B “31bGpUIICKOM” Jecy
Ilyspro-Puko mokazanu, yro modasieHue DMII B
MOYBY CTUMYJIUpPYeT pocT nepeBbeB (Walker et al.,
1996) n yBenmuuBaeT conepxanue DMII B 1uCTBeH-
HbIX nopoaax (Yang et al., 2007), 4yTo, B CBOIO Oue-
pelnb, HOBIMSIJIO HAa POCT SMU(MUTOB Ha 3TUX Iepe-
BbSIX. DNU(PUTHBIE OpOMETNUH, TIpou3pacTalole Ha
MOAKOPMJICHHBIX JIEPEBbhsIX, YETKO pearupoBayd Ha
DOMII: yBenmueHMEeM TeMIia pocTa, OOpa3OBaHMS
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B¢ (r=0.16)
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ITonBeleHHBIE
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Puc. 6. Cxema IBMXKEHUSI DHEPTUM U a30Ta B SNUMUTHOM COOOIIECTBE. YKa3aH XapaKTep BIMSIHUS Pa3IUYHbIX KOMITOHEHTOB
CHCTEeMBbI IPYT Ha JIpyra: cTpesika — BbICOKasl CTeTNieHb KOPPeJIsaliK, 0OpaTHasi CTpeJika — OTpUllaTesIbHas WJIM OYeHb cyiabast
KoppeJsiysi. BUnmHoO, 4To MypaBbU-KOHCOPTHI SMTM(MUTOB 0Ka3bIBAIOT CYIIIECTBEHHOE BIMSIHUE Ha CUCTEMY, BKJII04ast (hopo-

dwurtsl (mo: EcekoB u ap., 2017).

TUI0I0B U MPOIOJIKUTEIbHOCTH XKU3HM (Lasso, Ack-
erman, 2013).

Ot uccnegoBanus (cMm. Takke Benner, Vitousek,
2007; Boelter et al., 2014) npenrmnosaraioT, 4TO 3ITU-
¢GUTH OTpaHMYEHBI B MUHEPAIILHOM IIMTAHUM, 1 UYTO
Mexay popodUTaMH U STTM(PUTAMHU CYIIIECTBYET TPO-
¢duyeckast cBSI3b. DTa CBSI3b MOXKET OBITh OCOOCHHO
aKTyaJbHOU 111 OPOMENMEBBIX, ITOCKOJIBKY MX OMO-
MopoJIs TTIO3BOJISIET YIaBJIMBaTh onaj ¢ (popodura.
OpHako 3MUUTEl C IPYTUMUA MEXaHU3MaMu cOopa
DOMII MoryT OBITH HE CBsI3aHBI ¢ UX aepeBom (Car-
delus, Mack, 2010).

buomMacca annpuToB MOXET OBITH CPaBHMMA C Ta-
KoBoit y nmcTBeHHBIX nepeBbeB (Nadkarni, 1984;
Hofstede et al., 1993), BciencTBue 4ero 30U@UTHI
MOTYT UTPaTh BaXXHYIO poJib B ukjiaax DMII B obmau-
Hbix Jecax (Coxson, Nadkarni, 1995). DTo 6110 N0 -
TBEPXKIEHO B MHOT'OJIETHUX MCCJIEIOBAaHMSX ITOJIOTa
Jeca u skocucteMbl B MoHnTeBepnme, Kocra-Puka
(Nadkarni et al., 2000a, b). ITokazaHo, 4TO 31TU(PUTHI
M COINPOBOXIAIOIIEe MX OTMEpIIee OpPraHMYECKOe
BEIIESCTBO BIMSIIOT Ha UMKl OMII B mecy MoH-
TeBeple 3a cYeT MX BbICOKOiT 6momMacchl (Nadkarni
et al., 2000b), BBICOKOI1 CTTOCOOHOCTH HECOCYIMCTHIX

JKYPHAJI OBLIEN BUOJIOTUU

3nuhUTOB K MomoleHuo atMochepHoro NO; u

NH; (Clark et al., 1998), Bki1ana 3nudpuToB B 06U
onan (Nadkarni, Matelson, 1992), a Takxxe MeajieH-
HBIC TEMITbI Pa3JIOKEeHUS SMU(UTOB, YIMaBIINX Ha
nouBy (Matelson et al., 1993).

XOTs 3TU UCCAeA0BaHUsI TIOKA3bIBAIOT, YTO SITH-
¢GUTHI BO3IEHCTBYIOT Ha collepXKaHUEe a30Ta B TPOITH -
YyeCKMX OOJIAUHBIX JiecaX, B3aMMOICHCTBUS MEXIY
IWKJIAMU TUTAHWS STTMPUTOB 1 GOPOPUTOB OCTAIOT-
¢ HesicHBIMU. Haim mccnenoBaHus mokasajiu, 4To B
IByX M3 Tpex Mecrtooburanmii KOxHoro BbeTHama
M30TOMHBIN cOCTaB a30Ta 3MUPUTOB U GHOpodUTOB
3HAYMMO CKOPPEIMPOBAH, YTO TOBOPUT O B3aMMHOI
Tpoduyeckoii csa3m (puc. 7) (Eskov et al., 2019).

2.4.3. A30oTHOe nuTaHue 3nuduToB. 3a MocjeIHIe
JIECATUIECTUSI METOIbl M30TONMHOM 3KOJIOTMU CTajlu
BaXKHBIMWU WHCTPYMEHTAMU IJIsI 9KO(PU3UOIOTUU U
n3yyeHus skocucteM (Ehleringer et al., 1993; Hog-
berg, 1997; Griffiths, 1998). Pe3kuii ecTeCTBEeHHBIM
rpagveHT WM30TOITHOTO COCTaBa “XWBOTHOTO” U
“pacTUTETLHOTO” a30Ta MO3BOJISIET ITOHSITH BO3MOXK-
HBIE MYTU €r0 MUTPALIMU B SIU(MUTHOM COOOIIIECTBE
M €ro UCTOYHMKU. B KimaccuyeckoM ucciaeqoBaHUN
Ne 5
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R2=0.471
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Puc. 7. Koppensiius Mexny 3HaYUeHUsSIMU 8N tunnunbIx anuduToB (rpymnmna 1) u_pacreHuii KpoH (1mosy3nuduThl, Mojyra-
pasuThl), UMEIOLIMX JAOCTYIl K aBTOXTOHHOMY a30Ty (rpymra 2), u 3HadeHusiMu 8 °N (hopoduToB B Tpex M3YUEHHBIX Cpellax

obutanus: bunyn (a), ®y-Kyok (6) nu Kar-TeeH (6). CpenHue HopMaJIM30BaHHbIE IO MMOYBE 3HaUYeHUs A

N (+ 1 SE) nna

rpynti 1 1 2 B Tpex MecTax oOMTaHMs IIpUBEACHBI BHU3Y cripaBa (). Bo Bcex MecTax oOuTaHusI pa3HULIA MEXY CPEIHUMU 3Ha-
yenusmu APN B rpynmnax 1 u 2 6suta gocroBepHoii (P < 0.01, rect HSD) (no: Eskov et al., 2019).

Xaiitca ¢ coaBropamu (Hietz et al., 2002) BoIsicHWIN,
YTO AMUMUTHI HA HEOOJIBIINX BETBAX O€3 MOABEIIIEH-
HOI1 ITOYBBI UMEJIN O0Jiee HU3KHUE KOHIIeHTpauu N B
JINCTBAX U TIOHKEHHBIH 6PN, yeM Ha3eMHBIE pacTe-
HUSI, B CWJIY TOTO, UTO MEPBbIE MOJyYaroT OOIBIIYIO
nojio N HEMOCPEACTBEHHO OT MO (CoaepKalllero
00eMHEeHHBIN TSKEIbIM M30TOIOM a30T). Y anudu-
TOB 06110 MeHbIIe 8N (—3.9 + 2.3%0), ueM y dopo-
duroB (—1.1 £ 1.6%0), a monBelIeHHBIC TIOYBHI TME-
Jm 6onee Huskue 3HadyeHust (0.7 + 1.2%o), yem Ha-
3eMHBIe (3.8 + 0.7%0). ABTOpHI IeafoT BHIBO, YTO
A30THBIM LUKJI, MO-BUAUMOMY, B 3HAUUTEJILHOI CTe-
MEHU OTAEJIEH OT LIMKJIa IepeBa-X03sIMHa.

B nomnosiHeHMe K a30Ty OCaaKOB, pa3jaralpuieincs
OpPraHUKU U DKCKPEMEHTOB XXMBOTHBIX, HEKOTOPHIE
BUIBI 3TIM(PUTOB MOTYT UMETH JOCTYI K aTrMochep-
HoMy N,, GUKCUPOBAHHOMY MUKPOOPTraHW3MaMHu,
Ne 5
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SKMBYIIUMM Ha JTUCThsX (Brighigna et al., 1992), wiu
XKUBYIINX KaK cMMOMOHTHI B KopHsx (Dighe et al.,
1986). IIpsimoii iepeHOC a3oTa, GUKCUPYEMBI CBO-
OOMHOXMBYIIUMHU SMUPUIIAMU — LUAHESIMU, ObLT
oOHapyeH 1jis1 HazeMHoro pacteHus (Bentley, Car-
penter, 1984). 310 Tak:ke MOXKET OBITb BaXXHBIM KC-
TOYHUKOM IS HEKOTOPBIX 3MUGUTOB, PACTYIIUX B
sipycax KpoH, OJIaTONIPUSITHBIX IJIsI OOMTaHUS a30T-
buKcUpyIINX CBOOOTHOXUBYIIIMX U CUMOMOHTHBIX
MaHobakTepuit (Forman, 1975).

B KopHsix 3nu¢UTOB BCTpEUYalrOTCSI MUKOPHU3bI
pa3HBIX TUIOB, BaxHEIe Wi ycBoeHuss DMIT (Ber-
mudes, Benzing, 1989; Janos, 1993). Ctioapt c coaB-
Topamu (Stewart et al., 1995), ocHOBBIBasiCb Ha 3Ha-
yeHuu 8N 1 061LIE KOHLIEHTPALIMU a30Ta, BbIIEIN-
JIW IBE TPYTIIbI AMTUGIUTOB: OAHY — C HU3KUM OOILIUM
a30TOM M HU3KMM cofepxxaHueM SN, npyryio — ¢ 60-
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Jiee BBICOKMM OOLIMM 3HaueHueM azora u 0°N. Dto
TOBOPUT KaK MUHUMYM O JIBYX OCHOBHBIX MCTOYHU-
Kax a30Ta AJisl SITM(PUTOB.

2.4.4. Ocraabnbie D MII u Mukpoajiementnl. Cocy-
IUCTBIe SNUMUTHI HU3MEHHBIX TPOMUYECKUX JIECOB
orpannyeHsl DMII, B ocHoBHOM (hochopom, a nHO-
rma a3oToM, Wi GocdopoM U a30TOM OJTHOBPEMEH-
Ho (Zotz, Richter, 2006; Zotz, Asshoff, 2010; Wanek,
Zotz, 2011). B ropHom Jiecy HaOyrogaeTcsi pe3koe
yBeJIMUeHUE YMCIEHHOCTH W BUAOBOro OOTaTcTBa
anudUTOB MpU BHeceHUU docdopa B TedueHue 15 Jer,
HO 3TOro He HabJromaeTcs NPy BHECEHUHU a30Ta WU
npyrux OMII (Benner, Vitousek, 2007). MccnenoBa-
HUS GPOMETMEBBIX TAKXKE YKA3bIBAIOT HA TUMUTUPY-
oI XapakTep coaepkaHus docdopa s pocTta u
pasButus snuduroB (Zotz, Richter, 2006; Lasso,
Ackerman, 2013). Hakonnenune P, Zn, Al, Fe, Na B
TKaHu JMCTbeB Werauhia sintenissi, pacTylieili Ha
y4yacTKax, YI0OpsIEMBIX PeryasipHoO B TedeHue 10 et
Makpo- u Mukpo-OMII (Lasso, Ackerman, 2013),
MpearojaraeT NoTpebaeHe U XpaHeHUEe HE TOILKO
docdopa, Kak coobImaIochk panee Wi Vriesea san-
guinolenta (Wanek, Zotz, 2011), HO TakXKe U APYyTUX
OMII.

B necax, pactyiiux Ha yJIbTpaOCHOBHBIX OpOAaX
(Hosas KanenoHust), 60raThiX TSIKEJIBIMU MeTajlaa-
MU U MUKPO3JIEMEHTaMU, He HabJIIogaeTcsl HaKoTIe-
Hud ux B anudurtax (Morat et al., 1984). 'opazno 60-
Jiee OYEBUIHO TIOCTYIUIEHME UX U3 aTMocdhephbl BO
Bpems goxneit: K, Ca, Mg, Na mig pe3epByapHBIX
opomenuii (Benzing, 1990), u naxxe yiaBiuBaHue Ta-
KHMX MOHOB, Kak Zn, Pb, Cd, Cu, Ni, Cr, Sn, V, atM0-
chepHbiMu o6pomenusmu (Shacklette, Connor, 1973;
Schrimpff, 1984), yTo MO3BOSIET UCMOIB30BATh UX
KaK MHIMKATOp aTMOC(hEpPHbIX 3arpsiI3HEHUI.

3. IUACITOPOJIOI' YA, CTPYKTYPA
COOBIIECTB U 5KOCUCTEMHAA POJIb

3. 1. Cmpykmypa snugpumuuix coobujecme

CTpyKTypHOCTh STMM(MUTHBIX COOOIIIECTB — 3TO,
MmoXaJyi, repBoe, YTo OpocaeTcsl B Iia3a MpU Ha-
OfoAecHUM SIUAUTOB TPONUYECKUX MECTOOOMTa-
HU, MO3TOMY COBEpIICHHO HEYIWBUTEIBHO, YTO
3TOil TeMe MOCBsIIeHa OOIIMpHAd JIUTepaTypa, TeM
HEe MeHee CTeleHb M3YYeHHOCTH BOIIpoca Jajieka OT
3aBEPIICHHOCTU. DNUMUTHI SBISIOTCS CTPYKTYPHO
3aBUCMMBIMM pACTCHUSIMU, a cpela UX OOUTaHUS
TpexMepHa, OyIydu TIPOCTPAHCTBOM IPEBECHBIX
KPOH, B OCBOEHUU KOTOPOIl pOJib UTPAIOT HE TOIHKO
otHoieHus ¢ ¢opodurom (Hietz, 1997), Ho Takke
knumat u tonorpacust (Rees et al., 2001). Cnenosa-
TeJIbHO, MOXXHO OXHWIATh, YTO IIPOLECChl, (hopMUpY-
olmre 3MUGUTHBIE COO0IlecTBa, OyAyT IO CBOEH
MPUPOAE OTIUYHBLI OT IMPOLECCOB (POPMUPOBAHUS
camoro sieca (Watkins et al., 2006).

JlocTymnHbIe pe3yabTaThl UCCJIENIOBAHUM C HECOCY-
OUCTBIMU 3nUdUTaMU (HalpuUMep, MXaMU WU JI-
IaifHUKaM1) TakKKe MOTYT UMETb OrpaHUYEeHHYIO
npuMeHUMOocTh K cocynucTteiM srmduram (Ellis,
2012). Tak, TMIaiiHUKA 1 MXH B JIeCax C YMEPEHHBIM

JKYPHAJI OBLIEN BUOJIOTUU
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KJIMMaTOM BEIyT ce0s KaK “ITOYBOMOKPOBHEIE” Me-
tanonyasauuu (Snall et al., 2005), 1 3T0 TToApaszyme-
BaeT, YTO JIOKAJIbHbIE OTMUPAHUSI OOBIYHO ITPOUCXO-
IIST U3-3a TTOBPEXACHUS KYPTHUH (T.€. MafaecHUsI Aepe-
BbeB; Lobel et al., 2006). HanpoTuB, HemMHOrue
JaHHBIE, TOCTYITHBIE IJISI COCYOMCTHIX SIHU(UTOB,
YKa3bIBalOT Ha OYE€Hb Pa3HYIO TMHAMUKY, IIPU KOTO-
POl OTMUpaHUSI TIPOUCXONIT YacTO He U3-3a Iaje-
HUs nepeBbeB uiu BeTBeli (Laube, Zotz, 2007).

B 6oTanmueckoii muteparype OBIJIO HEOIHOKPAT-
HO OITMCAaHO 30HMPOBaHME SITM(GUTHBIX COOOIIECTB B
3aBUCMMOCTH OT MeCTa MPOU3PACTAHUS PACTEHUI B
KpoHax nepeBbeB (Johansson, 1974, 1975, 1978; Sug-
den, 1981; Benzing, 1981, 1986a, b, 1987), a Tak:xe ux
BumoBoii coctaB (Sugden, Robins, 1979; Ter Steege,
Cornelissen, 1989). B nmociegHee BpeMsl Ucclea0Ba-
TeJIN CTalu YOeAsATh BHUMAHWE U3YYECHUIO 3aKOHO-
MepHocTeili BumoBoro 6orarctsa (Kromer et al., 2005;
Cardelds et al., 2006). XOTsI 3TO MOJIE3HO B HECKOJIb-
KMX KOHTEKCTaX: HalpuMep, IMpU aHaInu3e U3MEHe-
HUII pa3HOOOpa3us II0 I'paAyieHTaM BbICOThI WUJIM B
KOHTEKCTE COXpaHEeHUsI, CPaBHUBAsI paCTUTEILHOCTD
SMUGUTOB B HAPYILIEHHBIX M HEHApPyIIEHHBIX Jiecax
(Wolf, Flamenco-S, 2003; Koster et al., 2009), Ho 10-
TEHLMAJI TaKOoro IOoAxoaa ISl IMOHMMAaHUS IIpo-
CTPaHCTBEHHO-BPEMEHHBIX U3MEHEHMII B CTPYKTYype
anM(pUTHBIX coobIIecTB orpaHndeH (Mendieta-Leiva,
Zotz, 2015).

OCHOBHOIf MacCUB MCCJIEIOBAaHMWI, ITOCBSIICH-
HBIX CTPYKTYpe SIMQMUTHBIX COOOIIECTB, OIIEPUPYET
Macitabamu Bcero opodura (Bennett, 1986; Gotts-
berger, Morawetz, 1993; Carlsen, 2000; Annaselvam,
Parthasarathy, 2001; Arévalo, Betancourt, 2006; Cas-
cante-Marin et al., 2006; Goode, Allen, 2008; Hirata
et al., 2009; Aguirre et al., 2010; Adhikari et al., 2012a,
b, m mHorue apyrue). I'opa3mo pexe paccMaTpuBa-
IOTCSI OTAEIBbHO 3MU(UTHI pa3JIMYHBIX 30H JepeBa,
Hampumep, cTtBoia u KpoHHI (Rudolph et al., 1998;
Rosenberger, Williams, 1999; Pos, Sleegers, 2010).

MacmTab ncciaenoBaHUM SITM(PUTHBIX COODIIIECTB
caMmblit pa3Hblit: ot 3—5 BugoB (Winkler, Hietz, 2001;
Winkler et al., 2007, 2009) mo 336 BumoB (Kluge, Kes-
sler, 2011) u ot 127 oTHEeABbHBIX 3K3EMIUISIPOB, BOBJIC-
yeHHBIX B nccaegoBaHus (Adhikari et al., 2012a, b),
no 39735 (Linares-Palomino et al., 2009). uHamu-
YeCKOil CTOpPOHE TpaHC(pOpMalUU CTPYKTYPhI 3MU-
(UTHBIX COOOIIECTB BO BPEMEHM MOCBSIIECHO CpaB-
HUTEJILHO HEMHOTO ucciiefoBaHum (Harp., Bennett,
1986; Rosenberger, Williams, 1999; Schmit-Neuer-
burg, 2002; Laube, Zotz, 2007; Winkler et al., 2007,
2009; Goode, Allen, 2008; Werner, 2011). BpemeH-
HbIE AraIta30Hbl cocTaBiIsAioT OT 4 mecsieB (Goode,
Allen, 2008) no 8 et (Laube, Zotz, 2007).

TpexmepHoe pacripeneieHUue COCYIUCTBIX 3IU-
¢GUTOB OOBEAMHSICT pa3IMIHbIC TPAIUECHTHI KOOI~
JecKoit HeogHoponHocTH (Stein et al., 2014) u Takum
o0pa3oM mpeajaraeT HECKOJbKO BapMaHTOB Mac-
IITaOMpPOBaHUS IIPU UCCIEAOBAaHUSAX. TaKMMU MOTYT
ObITh: 1) 30HEBI IepeBa, MO0 BETBU, KPOHA WX CTBOJI
(Mehltreter et al., 2005; Irume et al., 2013, u ap.);
2) otnenpHoe aepeBo (Nieder et al., 2000; Irume
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et al., 2013, u np.) u 3) craumoHapHas riomanka (Li-
nares-Palomino et al., 2009, 1 1p.). DTU 3KOJIOTMYECKIE
MacIITaObl OMPENENIIIOTCS PA3IMYHBIMUA BHEITHUMU
dakTOopaMn WM OpraHU3allMOHHBIMM 3agadyamu. Ha-
IIpuUMep, IpU U3Y4EeHUU BUIOOCIIELN(MUIHOCTUA SITH-
duToB 1 PopodUTOB TPEOYIOTCS HMCCIEHIOBAHUS B
MacuTabax cralilMoHapHbIX Iuioanok (Vergara-Tor-
res et al., 2010).

Takum o6pa3zom, YUCIO UCCIETOBAHUN 3MUDUT-
HBIX COOOIIECTB JOBOJILHO BeJIMKO. B HegaBHel mo-
MBITKE (OopMaIM3UPOBaTh U3YYEHHUE ITOI TEMbI 00-
HapyXeHo B o0lieit cioxxHocTu 318 mcciaenoBaHui,
13 KOTOPBIX TOJBKO 26% OIMCHIBAIOT KaK BUIOBOMA
COCTaB, Tak U BUJIOBOE pazHOOOpasue, T.€. B MOJTHOMI
MEpe MOXXHO FTOBOPUTH O CTPYKTYpE IMUGPUTHBIX CO-
o6uectB (Mendieta-Leiva, Zotz, 2015). OgHako na-
K€ 9TU MCCIeA0BaHUS HACTOJILKO Pa3HOPOAHbI, UTO
He TIPUTOIHBI 11 MeTaaHanu3a. B ¢cBs3u ¢ aTuM aB-
TOpbl TMpemliaraloT CTaHIApTU3MPOBaTh U3y4YeHUE
SMUMUTHBIX COODIIECTB, Oepsl 3a SAMHUILY BEIOOPKH
¢dopoduT, a caMmo cooOI11IeCTBO MPUHUMATD KaK KOM-
naekc cocyoucmuix snugumos (vascular epiphytes as-
samblages — VEAs) (Mendieta-Leiva, Zotz, 2015).

Hammn wmccnemoBaHust 3MUMUTHBIX COOOIIECTB
JiecoB BreTHaMa 1mokasajim, 4To MpeICcTaBUTEIIN pa3-
JIMYHBIX CEMENCTB CUJIBHO OTIMYAIOTCS CBOEH UyB-
CTBUTEJILHOCTBIO K HapylieHusiM. Haubolee ysi3Bu-
MbI BUIbI OPXUAEH — OyAyYrd JOMUHUPYIOIIEH TpyII-
oA B 3MU(MUTHOM COOOIIECTBE MEPBUYHOIO Jieca,
OHU MOYTH MOJTHOCTBIO BHIMTANAIOT IPU AaHTPOIIOTeH-
HOM BO3JIEMCTBUM. YBeJINMUYEeHNE BUIOBOTO Pa3HOO0-
pa3ust 31MUTOB B MEHee HapyIIeHHBIX JiecaX IIpo-
WCXOIMT TIpEKIe BCETO 3a CYET BUAOB “HIKHUX
SIPYCOB U HAIPSIMYIO 3aBUCUT OT SIPYCHOCTU (popMa-
nuy. CHYDKEHYE Yrclia IpycoB (hOpMaliiy IPUBOIUT
K BBINTAACHNIO BUIOB “HIKHUX’ cuHy3uii (EchKoB,
2013). DTOT BBIBOJ MOATBEPKAAETCS U TIPU U3YYEHUU
SMMUMUTHBIX COOOIIIECTB MCKYCCTBEHHBIX JIECOITOCA-
JIOK, B KOTOPBIX IAaIlIOPOTHUKOBEIC 3MU(MUTHI TOMU-
HuUpyoT Hag opxugHbiMu (EcbkoB u np., 2020).

3.2. Huacnoponoeus snugpumos

PacnipoctpaHeHue u pacceieHue 3SMUGUTHBIX
pacTeHuii UMeeT psii 0COOEHHOCTE, CBSI3aHHBIX C IPO-
GsieMaMU X PUKPETUJIEHUS K cydbcTpaTaM BbICOKO Ha/l
3eMJiIeli M, COOTBETCTBEHHO, TPaHCIOpPTa IUACTIOp
51 GUTOB K 3TUM cyocTpataM. Kak Mbl 0603HauMIN
BBILIE, 9TO OJUH M3 0A30BBIX IKOJOTMYECKUX BbI3O-
BOB, CTOSIIIMX Ha MyTU 3MUGUTU3MA. DBOJIIOLIUS
IMacnop y anrudUTOB JOBOJbHO OMHOOOpA3Ha U UIIET
10 IBYM HampaBieHUsIM: 1) yMEHbIIIEHHUE CEeMEHU
IJIsl  paclpoCTpaHEHUsI BETPOM IIPU a’pPOXOpHUMH,
2) 06pa3oBaHUE COYHBIX HEOOJIbIIUX U SIPKUX SITOI
MPU pa3IMYHBIX BUIAX 300XOPUU, B MOAABJISIOIIEM
OOJIBLIMHCTBE OCYIIECTBISIEMON NMTULIAMU WU MY-
paBbsiMU. B 11eJTOM 3TU TEHAESHILIMU ObLIN MOJIOXKEHbI
B ocHoBy Kinaccupukanuu Illummnepa (Schimper,
1888), KOTOpBI BBIIEIWI TPU TPYIIILI JUACIIOP:
1) “mputeBugHBIE” (Y OpXWUACH M IAIIOPOTHUKOB),
2) Ipyrue a’poxXOopUYeCKre ceMeHa C pa3InYHbIMU
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TUIAMU MPUIATKOB (Hampumep, y Bromeliaceae —
Tillandsioideae) 1 3) 300xoprUuecKue UACIIOPHI (Ha-
npumep, y Cyclanthaceae, Araceae, Gesneriaceae,
Cactaceae). Orta kitaccuduKalys OCTaeTCsI aKTyalb-
HOI IO CEero IHS 1 B 1IeJIOM He IIepecMaTpuBajach.

VY ceMSIH OpXMIHBIX HAOJIOMAeTCs KOPPEISIIns
MeXIy 00pa3oM XKU3HU, pa3MepoM U (hopMOii ceMsIH.
st 18 BunoB p. Paphiopedilum (Orchidaceae) ObL1O
BeChbMa HaIJISITHO TOKa3aHo, YTO pa3Mep U OTHOIIIe-
HUE IJTWHBI K MIUPUHE CEMEHU YMEHBIIAIOTCA TIPU
nepexone oT Ha3eMHBIX (OpM K JIMTOPUTHBIM, 1 3a-
TeM K anudutHbeiM (Konomeiiliea u np., 2012).

Y O6poMenueBBIX TakKXe HaOMII0JaeTCs 3aBUCH-
MOCTb CTPOCHMSI TUIOJOB Y CEMSIH OT SKOJIOTMU BUA.
Tak, y Ha3eMHOro aHaHaca pa3BUBAETCSI OOJBIIOE
COYHOE COIUIONME, M PACIIPOCTPaHEHUE CEMSIH UOEeT
yepe3 3HI0300XOPHBIX AareHTOB Cpedyd Ha3eMHBIX
XnBOTHBIX. KpymHbie “pesepByapHBIE” OpOMeEIM-
BBI€, pacTyll[ie B pa3BWIKaX IEPEBbEB, Y4ACTO UMEIOT
COYHEBIE SITOMbI 1, TI0 BCEl BUAUMOCTH, PACIPOCTPa-
HSIIOTCSI ITULIAMU, TIoeaolnnMu ux. Hanboee crie-
LUAIU3UPOBAHHBIMU 3MUGUTAMU U3 OPOMETNEBBIX
ABSIOTCS npencraBurenu p. Tillandsia, menkue ce-
MEHa KOTOPHIX, PACIIPOCTPAHSIONINECS BO3MYILIHBIM
IMyTeM, UMEIOT XapaKTepHble BOJOCOBUIHEBIE BBIPO-
CTBI TECTHI M IIPU Meperiafax BIaKHOCTU BO3AyXa CO-
BEPIIAIOT BUHTOBBIE TUTPOCKOMMUYECKHE TBVKEHUSI.
Bnaromapst aToMy, cemMs BechbMa LIEITKO MPUKPETLISI -
eTCs K CaMbIM, Ka3aJloCch Obl, HEMTOAXOASIINM Cy0-
cTparam, Tae 1 rmpopacrtaet (puc. 3d). DTo He TOIBKO
OYeHb TOHKME BETBU BEPXYIIEK JePEBLEB, IIe OObIU-
HO 3IU(UTHI He BCTPEYAIOTCS, HO Y JIMHUM 3JICKTPO-
nepeaayd, 4YTo 4aCcTto yauBJIACT MHOTUX ITYTCIICCTBEH -
HUKOB 110 HOxXHO1 AMepuKe.

JuacriopoJjiorusi 3IMUAMPUTHBIX TIpeACTaBUTENCH
CceMeliCTBa KaKTYCOBBIX TaK3KE€ MMEET Psif OCOOCHHO-
creii. Tak, mpu popalliiBaHUX OOJIBIIIOTO YMCIa Ce-
MSTH STTM(UTHBIX KaKTYyCOB OBLJIO OTMEYEHO, 4YTO 3a-
POIBIIIEBEIII KOPEHb Ccpa3y IMOCJE IIOSBICHUS W3
000JIOYKM CEMEHU OOMJIBHO 00pacTaeT KOPHEBBIMU
BOJIOCKAaMM M mpeKpamiaer cBoii poct. Ilpu stom
NepPBbIX MUTOTUYECKUX AEJICHUI aMKaJIbHOM MepU-
CTeMbl Ha TaKuX KOPHSIX OOHapyXeHO He ObLIo.
JInms mo ucTedyeHUU ISITU—CEMU THEM Yy IPOpOCT-
KOB CTaJIN IOABJIATBCA aIBEHTUBHBIC KOPHU. BI/IIII/I-
MO, 3TO OOYCJIOBJIEHO HEOOXOAMMOCThIO IIPOPOCTKOB
KaK MOXHO 0oJiee TPOYHO 3aKPEIMTHLCS Ha SITUPUT-
HoOM cyOcTparte nocie nmpopacranust (ITankun, 2005).

CeMeHa IIBETKOBBIX 3ITM(PUTOB BeCchMa MEJIKHE,
JIOCTUTas] peKOPAHBIX 3HAYCHUI Y OpPXUIEid, Y KOTO-
PBIX HOCSIT CTOJIb PeIyLIMPOBAaHHBIN XapaKTep, 4YTO B
C€CTCCTBEHHBLIX YCIIOBUAX COBEPLHICHHO HE Cl'lOC06HbI
MpopacTaTh BHE CUMOMOTUYECKNX CBS3€ii ¢ Tpuba-
MU. B 1eJloM WIS AUacopoioTUY [BETKOBBIX 3ITU-
¢GUTOB XapaKTepHO MOYTH IIOJTHOE OTCYTCTBUE (pak-
TUYECKUX HAHHBIX O CIIOCOOHOCTU K PaCCEUBAHMIO
cemstH (Zotz, 2016).

MeHee NOHSITHA TUACITOPOJIOTHS CITOPOBBIX COCY-
IUCTBIX 31MpUTOB. Takke MBI HAOIIOOAIN B IIPUPO-
ne (FOxnblii BbeTHaM), 4TO ymHaBIIMe 3K3EMILISIPhI
Drynaria quercifolia He TMOHYT, a IPOAOIKAIOT PACTU
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Ha3eMHO, B YCJIOBUSIX CAaBaHHOIOJIOOHOTO peaKoJie-
Chs1, HO HUKOT/Ia HE Pa3MHOXAIOTCSI Ha 3eMJie CaMO-
crositesibHO. FOBEeHUJIbHBIE 9K3eMIUISIPBI cliopoduTa
Platycerium grande B TOM e peaKoJieChe BCTpeya-
JIUCh Ha CTBOJIaX IEPEBbEB HA BHICOTE HE BBIIIE OTHO-
ro MeTpa U HUKOTJa He HaOJIo1aIMCh Ha MTOBEPXHO-
¢ty 3emJin. Takum o6pa3oM, MOXET UMETh MECTO 00-
JIMTATHOCTb TUIMWYHBIX CIIOPOBBIX B3MUMUTOB, HO
CaMU MPUYKUHbBI U MEXaHU3M CEJIEKTUBHOIO Mpopac-
TaHMs COp NMoka He siceH. CpaBHUBasI ke MOpdoJIo-
TUIO CIIOp M TaMeTO(PUTOB SIMUMPUTHBIX ITAITOPOTHU -
KOB, OYE€Hb TPYAHO BBISIBUTH KaKylO-JIUOO YETKYIO
TeHIEHIIMIO, MPEAIoJarapllyo OOJUTraTHbIN 3Mu-
dutnzM. Ha nipuBeaeHHBIX HUXKE PUMEpax BUIHO,
HACKOJIbKO 3aTPYIHUTEIbHO BBISIBUTH CBSI3b MEXIY
SMUMPUTHBIM 00pa30oM KU3HU U MOP(POJIOTHEN CITOp
U 3apOCTKOB.

st p. Ophioglossum (Ophioglossaceae) onncaHbl
3apoCTKM 3nudUTHBIX BUA0B O. pendulum u O. pal-
matum, KOTOpbIE Yallle BCEro MMEIOT BBITSIHYTYIO
¢opMy, HO MOTYT OBITb U OTHOCHUTEIBHO Oecdop-
MeHHbIMU. OHM, KaK MPaBUJIO, OYeHb XpYIIKUE, Msi-
CUCTbIE, UMEIOT MUKOPHU3Y U HE coaepxkaT XJIOpO-
dunna. Ux cnopsl, Kak ¥ y IpoYMXx IpeacTaBUTeei
ceMeicTBa, MpopacTaloT CTpOro B TeMHoTe (ApHay-
ToBa, 2008), 4TO menaeT He COBCEM MOHSITHBIM MeXa-
HU3M UX pacnpocTpaHeHus: B nmpupojae. Criopsl 1py-
roro smmpuTHOrO ceM. Vittariaceae 3ayacTyro IIpo-
pacTaloT B CIOpaHTUSIX. KIX 3apOCTKM HMEIOT
HEOOBbIYHYIO JIEHTOBUAHYIO (POPMY U MHOTOUMCIICH-
HbI€ OpraHbl BETeTaTUBHOTO PAa3MHOXKEHUST — TeMMBI
(ApHayToBa, 2008). Kpome Toro, 3apoctku p. Vittaria
CITOCOOHBI JIOJITO KUTh He3aBucuMo. [1o ramerodury
obL1 onvcaH BuAd V. appalachiana, cnopoduT KOTOpO-
ro HemsdBecteH (Farrar, Mickel, 1991). Tyt mipocie-
>KMBAIOTCSI TMapajjied ¢ APYTUM OOLIUMPHBIM BIH-
¢utHBEIM cemeiictBoM — Hymenophyllaceae, 3apoct-
KM  KOTOPOTO  TakXe  HUMEIT  HEOObIYHYIO
JICHTOBUJHYIO WM HUTEBUIHYIO (hOPMY U HEpPelnKo
00pa3yloT d3HToMuKopnu3y. OHM MOTYT XXUTh HE3aBHU-
CHMO Ha TIPOTSKEHU U IJIUTEIbHOTO Tieproaa. B rpo-
liecce M3y4yeHUs] TaKuX aBTOHOMHbBIX raMeTo(pUTOB
OBbLJIO OTIMCAHO BAa HOBBIX BUIA, CIIOPOMUTHI KOTO-
pBIX He HaiineHbl: Trichomanes intricatum n Hymeno-
phyllum tayloriae (ApnaytoBa, 2008).

VY MoaHOCTHIO 3NMU(PUTHBIX poaoB ceM. Polypodia-
ceae, Takux Kak Platycerium v Pyrrosia, HabnonaeTcst
OIyIIIEHUE 3aPOCTKOB MHOTOKJIETOUHBIMU BOJIOCKA-
MU CJIOKHOM (POPMBI, UTO TOXKE MOXKHO paccMaTpU-
BaTh KakK MPUCHOCOOIEHUE 151 BBKMBAHUS B CTPOTO
AMUGUTHBIX YCIOBUSIX. BaxxHO 1 TO, 4TO 4acTo CIIO-
pbl 2NUMUTHBIX TANTIOPOTHUKOB COAEPXKAT XJIOPO-
bW U MacCASTHUCTBIE BKIIIOYEHUSI, BCIEACTBUE YeTO
OBICTPO TEPSIIOT BCXOXECTh M3-3a TMOJHOTO OTCYT-
CTBUSI ¥ TaKMX CIIOp Tepuona mokosi (ApHayToBa,
2008). Psia criopoBbIX COCYAUCTBIX MUGUTOB 00J1a-
JlaeT WHTEPECHBIMU MeXaHW3MaMHu BEreTaTUBHOIO
pasMHoXeHusl. Tak, snudUTHBIE TpeacTaBUTEIN
p. Huperzia (Lycopodiaceae), monangast Ha IIOIXOMsI-
L1 cyocTpaT (HarpuMep, MOKPHITYI0O MXOM BETKY),
CMOCOOHBI 0OPa30BbIBATh BHIBOJIKOBBIE TOYKU HA CBE-
IIMBAIOLINXCS BHU3 COPOMUIIOHOCHBIX YaCTSIX MO-

JKYPHAJI OBLIEN BUOJIOTUU

Oera. /InacrmopoJiornst COpoOBBIX SMHU(PUTOB, HECO-
MHEHHO, TpeOyeT AOIOJIHUTEILHBIX UCCASIOBaHUIA.

Hano orMeTuTth, 4TOo IpobieMaTuKa TUAcCIopo-
JIOTUU 3MU(MUTOB HE UCUEPITHIBAETCS TOJBKO U3yUe-
HUeM MOp(OJIOTUY UX TNACIIOP U CTpaTeruii pacce-
JICHUSI, HO JOJIXKHA OIMpaThCcsl Ha OoJiee Tiiybokoe
MMOHMMaHue OMOTUYECKMX CBsI3el “popoduT—asmm-
GuUT”, KOTOpHIE, TIOMUMO BBICKa3aHHBIX HECKOJIBKO
JIEeCITUICTUI Ha3ad cCOOO0pakeHUil Mo MOBOIY TEK-
CTYPBI KOPBI Y BUAOCIIEHIU(DPUIHOCTHU, 10 IIOCIECTHETO
BpeMEHHM ObLIIM HeIOCTaTOYHO oueBUAHBI. He MeHee
Ba>KHBIM [IJISI pacCeIeHUs SITM(UTOB OKA3aJICS TaKKe
BO3pacT U pa3Mep aepeBa-xo3sinHa (Zotz, Vollrath,
2003). Hanmpumep, ObLUIO ITOKa3aHO, YTO C yBEJIMYEe-
HHEM PacCTOSTHUSI MEXIY IepeBbsIMU Brosimum ali-
castrum (Moraceae) yBeJIMUYMBAIOTCS U TeHETUYECKUE
OTJINYUS Y UCCIEAYEMBbIX 9K3eMILISIPOB, YTO, B CBOIO
ouepeab, BIUSIET Ha COOOIIECTBO AMUMUTOB, a TAaKXKe
0ECITO3BOHOYHBIX, KMBYIIIX Ha CTBOJIE U B OIaie.
BriosiHe BO3MOXXHO, YTO B JAaHHOM CJiydyae JUMUTHU-
pyomuM (GakTopoM IS paccelicHUs OUaclop U
YCHEIIHOIO IIPOpacTaHus SIBISIIOTCS Oojiee TOHKHE
CBSI3U, HAIIpUMeEP, MPUCYTCTBUE HYXXHBIX ILITAMMOB
SHIO0MUTHBIX TPUOOB, XMMUUIECKHMI COCTaB CTEKAalO-
IS 110 CTBOJIY BOABI C BTOPUYHBIMU META0OIUTAMHU
pacTeHUsI-X03sIMHA, TOJIIMHA MOXOBOIO 1 JIMINAM-
HHUKOBOTO ITOKpoBa cTtBojia (Zytynska et al., 2011).

3.3. Dxocucmemuas poav snUpumos

M3 Bcero BbIIEU3T0XKEHHOTO CTAHOBUTCS MOHST-
HO, 4YTO 3MNM(UTHl BHOCST CYLIECTBEHHbIN BKJIad B
sKocucTeMy. Ho Kakoro poga 3ToT BKJiaJ ¥ HACKOJIb-
KO OH MaciuTabeH? ToJbKO cpaBHUTEJIILHO HEIaBHO
ObLJIO HAyaTO OCMBICJIEHME 3KOCUCTEMHON pOoJu
anucuToB (puc. 8). bbLI0 NMpelIoXXeHO CUUTaTh CaMy
JKUBYIO OMoMaccy TUTIOC pasjaralolniyrcs B anudu-
TaX OPraHUKY Y TMOJBEIIEHHbIEC MOYBbI B 1IEJIOM KaK
anuduUTHBIN Matepuan (epiphytic material — EM)
(Gotsch et al., 2016). [Toxoxuii TOIXOI UCIIOJIH30Ba-
JIV TIPU UCCICIOBAaHUM 3MUMUTOB B TOPHOM CYOTPO-
nuueckoM Jiecy B Kutae, roe aBTopbl 1j1d anuduUT-
HBIX COOOIIECTB BMECTE C COINPOBOXAAIOIIEH ero
KOCHOM OpraHUKOM MCIOJIB3YIOT TEPMUH “OpraHuye-
CKOE€ BellecTBO KpoH” (canopy organic matter — COM)
(Chen et al., 2010). ABTOpBI OLICHWIN ASTOHUPOBAH-
Hble BCOM ODMITI (N=379+9.0;P=197£047; K =
=96%£23;Ca=96+23;Mg=2.64+0.63uNa=
= (.25 £ 0.06 xr/ra) mpu ob1eit Macce COM 2261 +
+ 537 kr/ra, B KOTOPOIi ITpeodJiamaim MOXooOpa3HbIe
(73.6%) n mogBeieHHbIe TOYBH (13.9%) (Chen et al.,
2010).

DOyKIMoOHANIBHOE pa3AeieHNue COCYIUCTRIX U Oec-
COCYIMCTBIX pacTeHUA MpU U3YYEHUM SKOCHUCTEM-
HOM posn 31M(UTOB He LejIecoo0pa3Ho, U MOCIeI-
HUE TOJDKHBI YYUTHIBAThCS, IO MEHBIIIEH Mepe, B TEX
Jiecax, riie OHU HMMEIOT SIBHYIO CpPeaoo0pas3ylollylo
pOJIb: HAIIpMMeEpP, B TOPHBIX MOXOBBIX WJIX B CyOTpO-
MAYECKUX U YMEPEeHHBbIX JecaxX. Tak, mpu U3ydeHUun
a30To(pUKCcaAllMM aCCOLMHUPOBAHHEBIX C MOX000pa3-
HBIMM LIMaHoOakTepuit B bpuranckoit Komxymonn
Ne 5
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ObLIIO BBISICHEHO, UTO 4epe3 IMUMUTHbIE MXU MPU-
BHOCUTCSI B BKOCHUCTEMY CYIIIECTBEHHO OoJbllIee KO-
nmyecTBo a3zora (0.76 Kr/ra B ron), 4eM 4epe3 Ha3eM-
uoie (0.26 kr/ra B ron) (Lindo, Whiteley, 2011). Hpy-
roii OCOOEHHOCTBIO BNUMUTHBIX MOXOOOPa3ZHBIX
SIBJISIETCS TO, UYTO OHW MOTYT MOIJIONIATh a30T KakK B
OpraHMYecKoil, TaK W B HeOpraHuuyeckoil ¢opme
(Song et al., 2016), yTo memaeT UX BaXKHBIM KOMIIO-
HEHTOM ylepXaHUs a3oTa B OMoOcHUCTEME, MPErsiT-
CTBYIOILLIMM €T0 BHIMBIBAaHUIO.

IToxoxue pe3yabTaTbl XapaKTepHbl U JJI TPOIIHU-
YyecKMX MecToobuTaHuii. Tak, BO BTaXKHBIX TPOITHAYE-
ckux jecax Kocra-Puku npumeHenue Metku mo PN

nokasano, uto NO;, NH; ocaxnaiorcas EM kpoH B
MCHBIIIEI CTEeIIeHM, YeM PaCTBOPEHHbBIA OpraHuYe-
CKMIA a30T, KOTOPHI MMOYTH ITOJTHOCTHIO MOTIOIIAJICS
B KpoHax. HanbosbIliee KOJIUYECTBO MOTIIOIIEHHOTO
BN Obulo HaiineHO B 3MUQUTHBIX MOXOOOPA3HBIX
(16.4%), xoTst HanboIbIIast 1ot 6GuoMacchl EM co-
crosiima n3 cocymucTeix anndutoB (Umana, Wanek,
2010).

1 ToHUMaHWST MacIITAOHOCTU DKOCUCTEMHOM
poiii 3MU(GUTOB CaMbIM Ba>KHBIM KPUTEPUEM SIBJISI-
eTcsl KoiaudecTBeHHoe ormnpenenenue EM. Camag
Hu3kas oueHka (0.5 kr/ra) Obula 3aperucTpupoBaHa
IUTST 8-JIETHETO MOApPOCTa B CyOTPOITMYECKOM 00au-
HoM Jiecy Ha Kanapckux octpoBax (Patifio et al.,
2009); camas 6ombiast Macca (44000 kr/ra) 6bu1a 3a-
pEeTUCTPUPOBAHA [JIsI TOPHBIX JecoB B Komymouu
(Hofstede et al., 1993). Poct maccel EM nipoucxoaut
C TeYeHUEM BpEeMEHU 3SKCITOHEHIIMAJIbHO: TaK, Ha
Kanapckux octpoBax 0.5 kr/ra EM B 8-1eTHeM Jecy
yBeIn4uioch 10 205 Kr/ra mocie 25 JIeT BOCCTAaHOB-
nenusi. B mpomexyTtok Mexnmy 25—60 rogamu Macca
EM mnpopomxkaa pacTu 3KCHoHeHIMaabHO (o1 205
no 1253 kr/ra) (Patifio et al., 2009). B ropHom noxne-
BoM Jiecy MonTeBepne, Kocra-Puka, omomacca EM
B 40-1eTHeM BTOpUYHOM Jjecy Obl1a 200 Kr/ra, Toraa
kKak EM B cTapoBO3pacTHOM JieCy Ha JIBa ITOpSAKa
Bbllie U cocrabisiia 33100 kr/ra (Nadkarni et al.,
2004). UccnemoBaHa macca 3nuduToB (pacTeHus +
rymyc B 1tosore) B necax CeBepHoro Tamnanma. OHa
3HAYUTEJLHO BapbupoBaa oT 80 r/M? Ul pa3peXeH-
HBIX MOXOOOpa3HBIX 10 5882 r/M? Ul KOBPOB OPXMUJI-
HbIX. C yBeIMUEHUEM Pa3MePOB AepeBa Macca AMudu-
TOB YBEJIMUMBAETCS B 11€JIOM Ha AepeBo ¢ 73 mo 481 kT,
BO3pacTaeT OOJsI COCYAMCTBIX 3MUGUTOB U TOIBE-
IIIEHHBIX TTOYB, B TO BpeMsI KaK GroMacca MOX000-
pasHbIx cHKaeTcs (Nakanishi et al., 2016).

MacumirabHoe HakoruieHue EM maeT BO3MOX-
HOCTb MAacCCOBOIO yAEpKaHHUsS B KPOHaxX OOJBIINX
oobeMoB Bomabl. Hampumep, B Kocra-Puke mMxu B
TOPHOM JIeCy CITOCOOHBI BIUTHIBATh Boay Ha 400% ot
ux cyxoro Beca (Holscher et al., 2004; Kohler et al.,
2007), a HeoTpormueckuii Mox Octoblepharum pulvi-
natum nmeeT BiaroeMkocTb 7000% OT ero cyxoit Macchl
(Wagner et al., 2014). Ha ypoBHe Bcero IpeBOCTOSI
OLleHEeHHBbIE 3HAYECHUS IEIIOHMPOBaHHOI Boabsl B EM
cocTtapystan oT 0.81 MM B TPOITMYESCKOM TOPHOM JIECY
Kocra-Puxu (Holscher et al., 2004) 1o 5 MM B MOXO-
BoM obOyiauHoM Jiecy B Tansanuu (Pocs, 1976). I1pu
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5TOM Y4acTHE MXOB B JIeMTOHUPOBAHUU OCAIKOB JIO-
CTATOYHO CKPOMHOE (6% ) 13-3a X OOBIYHO BHICOKOI1
HaceimeHHocTH Biaroii (Holscher et al., 2004). Mxu
TakXe ObICTpee TepSIIOT IEeITOHUPOBAHHYIO BJAary:. B
TeuyeHUe 3-THEBHOTO Meproia 6e3 0CaaKoB MaKCH-
MaJibHasl IToTepsI BoAbl coctaBuiia 251 % oT cyxoro Be-
ca T MOx000pa3HbIXx U 117% mist moaBelIeHHBIX
nouB (Kohler et al., 2007).

Hcrounuku DMII 8 EM MoryT ObITH aBTOXTOH-
HbIMU (IepeXBaye€HHBII OIal IePEeBbEeB U T.I1.) WIU
AJUIOXTOHHBIMU (MOHBI, ITOJIyYeHHBIE U3BHE KOCHU-
CTEMBbI, HalIpuMep, Yepe3 oXab i TyMaH). C Tod-
KU 3pEHUS] 9KOCUCTEMHOI (PYHKIIMM, BaXKHO pasiu-
yaTh 3THU ABa UCTOUYHMKA. Eciy sa1mmuTh 1Moixy4aioT
Bce cBou DMII 13 aBTOXTOHHBIX MICTOYHUKOB, TOTJIa
OHHU IIPOCTO YYacTBYIOT B LIukJie DMII oT moYBHI K
IepeBbIM U HE yBeIWMYMBaroT oomumit myn OMII
(Gotsch et al., 2016). C npyroii cTOpOHBI, AETOHUPO-
BaHre DMII, momy4yeHHBIX U3BHE 3KOCUCTEMBI, I10-
TEeHLUAJBLHO yBEIUYMWIO Obl oOlIuii Bkiag OMII B
skocucteMy (Nadkarni, Matelson, 1992). Cnoco6-
HocTh EM K ynepskanuio DMII BecbMa Benka: ObLIO
HCCJIENOBAHO MOIVIOLIEHE HEOPTaHMYECKOTO a30Ta
YeThIPpbMsI KOMIIOHEHTaMU KpPOH: 1) smm¢pUTHBIMU
Moxoo0pa3HbiMU, 2) EM (HeGosbIllne COCyaucThbie
SIMUTHI, IIepeXBaYCHHBIN OIlaa M ITOABEIICHHEIC
MMOYBHBI), 3) KpyITHas JIMCTBA COCYIUCTHIX IMUMUTOB
u 4) nuctBa GopodUTOB. DKCHEPUMEHTHI ITOKa3aju,

yto NO; cwibHee NOIJI0oLAIMCh SNMUMPUTHBIMUA MO-
X000pa3HbBIMU, HO HE IUCTBOI KPYITHBIX COCYTUCTBIX

pactenuii. [TornomeHue NHZ SMU(GUTHBIMA MOXO-
o0pa3HpIMI 1 EM OBIT HECKOJIBKO HIKE 1M OTpazkKal

BHYTPEHHIOI LMKIMYHOCTL NH, B KpoHaX. ABTOpEI
ucciaeaoBaHus onpeaennau, uro EM nenoHupytot
33—67% HeopraHM4eCKOro a3ora, PaCTBOPEHHOIO B
armocdepHbix ocagkax (Clark et al., 2005). DMII u3
EM cTaHOBATCS TOCTYITHBIMU IJISI I€PEBbEB, KOTIa
EM mnagaroT U3 KpoH Ha 1ouBy, kKorna OMII Belie-
JlauMBaeTCsd MpU JOXASX W B Clydyae BpacTaHUs al-
BEHTHUBHBIX KOpPHEW (HopoduUTOB B MNOABEIICHHBIE
nouBkl (Gotsch et al., 2016).

M HakoHel, MHOTOYHCICHHBIC OpraHu3Mbl (UJI-
Jocdepsl (ITIeYeHOYHUKN, MXH, JTUITAAHUKN, OaKTe-
puu, TpUOBI U APYTrUe MUKPOOPTaHU3MbI), KOTOPbIE
MbI HAIIPSIMYIO HE BKJTIOUAaeM B SITU(UTHOE COO0IIIe-
CTBO, HO KOTOPBIE MOXXHO OTHECTU BMECTE C dNUDU-
TaMU K nodeeuleHHol 6uome, OKa3bIBalOT CYIIECTBEH-
HOe BIUSIHHE HA (POTOCHMHTETUUYECKYIO CTPaTEruio,
TUAPABIMKY, TIOTJIOLIEHUE PECypCcoB, TeMIEpaTypy
JIMCTa, 3alllMTHBICE M1 MHOTHWE Apyrue cBoiictBa. OHU
BJIMSIIOT Ha MacCy CEeMEHM, YCTbUYHYIO IPOBOIM-
MOCTb, JJIUTEILHOCTD XKU3HU TUCTheB (Jones, Dangl,
2006; Lambers et al., 2008; Friesen et al., 2011; Saw-
inski et al., 2013; Kembel et al., 2014). CHmzxeHue ¢o-
TOCHMHTE3a 3a CYET 3aTCHEHUS SMUMWLILHBIMA MO-
X000pa3HBIMU MOXET KOMITEHCUPOBAThCSI OOJIbIIUM
MOCTYIIJICHUEM AaCCOLMATUBHO (PUKCUPOBAHHOTO
asota. IIpogyumpoBaHHBI (puTONAaTOreHAMHU IIUTO-
KUHUH MOXET YBEJIWYMBATH MINTEIBHOCTh KU3HU
ycTa. JIucToBeie GakTepuy M TPUOHBIE SHIOMUTHI
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Puc. 8. DxocucreMHast poJib SMMMUTOB (U151 KaXKA0TO YTBEPXKIESHUS ITPUBENEHBI PabOThI, Ilie pacCMaTPEHbI 3TO SIBJIEHUE WIX
TEHIEHIMsI). @ — SMUMUTHI MOTYT 0GPa30BbIBATh CILJIOIIHON KOBEP Ha CKEJIETHBIX BETBSIX, KOTOPBIN PEryIMpyeT MOTOKU BOIbI
O CTBOJIY M YMEHbIIIAET MOBEPXHOCTHBIN CTOK U BHIMBIBAHUE 3JIEMEHTOB MUHEPAIbHOrO nmuTaHust u3 noussl (Gotsch et al.,
2015). “I'ne3na” camoii 60JbII0M 3nuduTHOMN opxuneu (6) Grammatophyllum speciosum (pe3epBat Janym Bamnu, Cabax, bop-
HEO0) U OTPOMHOTO ManopoTHuKa (8) Platycerium coronarium (a.11. Kat-TrheH, BpeTHaM) CrocOOCTBYIOT HAKOTUIEHUIO B KPOHAX
He OYeHb OoraToro anuduTaMu HU3UHHOTO Jieca 0OJIBIITNX MAaCCUBOB OpraHndeckoro BemecTBa (3oHH, JIn Yan-Kaeit, 1958).
2 — nony3nuduTbl-nymurenu us p. Ficus (H.n. Kar-TeeH, BbeTHaM) ciocoGHbI cepbe3HO (hr3MOHOMUYECKU U (hIIOpUCTUYEC-
CKM MEHSITh HU3MHHbIe jieca (Penopos, 1959). 0 — B rOpHBIX MOXOBBIX O0JIaUHBIX JIecaX OCHOBOM 3MU(MUTHBIX COOOLIECTB CTa-
HOBSITCSI MOXOBbIe nonyiku (H.nm. Kunabdamy, Cabax, BopHeo), BOKpYT KOTOPBIX HaKaIlJIMBAIOTCSI OTPOMHBIE MAaCCUBBI ATTH-
durHoro marepuana (Hofstede et al., 1993). e — B omMrorpodHbIX yCIOBUSIX cCaBaHOMOA00HOM hopmannu KepaHrac (H.1. ba-
ko, CapaBak, bopHeo), mMupMekohmIbHbIe 3MUGUTH, BO3MOXHO, WUIPaiOT IJIsl COOOIIECTBA 3KOCHUCTEMHYIO POJIb KakK
mocTaBIIMKK 300reHHOTO a3oTa (EchkoB, JlyboBukos, 2015). s — B TO BpeMsi KaK OoJIbIIIasi 4acTh SNTM(MUTOB B aHTPOITOIIEHO-
3ax BeimupaeT (Turner et al., 1994; Leao et al., 2014), HeKoTopbIe 3N (UTHI CIIOCOOHBI MPOLIBETATh 1aXKe B TPOMUUYECKUX TOPO-
nmax (r. Kyunnr, CapaBak, bopHeo).

XKYPHAJI OBIIIEM BUOJIOTUM  Tom 82 Ne 5 2021



COCYIUCTDBIE SITUPUTHI

MOTYT YyCUJIUBATh MOCTYTIJIEHUE BOMIbI C TIOBEPXHOCTU
pacteHusi B ero TkaHu. OpraHuszMbl GULIOChHEpHI
MOTYT CUHTE3UPOBaTh BEILIECTBA, MEHSIOIIIEe CMaYK-
BaEMOCTb JINCTA W MPOHUIIAEMOCTb KYTUKYJIbI
(Schreiber et al., 2005; Beattie, 2011; Ritpitakphong
etal., 2016). B uenom snuduTHBIE U SHIOMUTHEIE
OpraHU3MBbI JIUCTA UBMEHSIIOT MHOTHE CBOMCTBA pac-
teHuii-xo3sieB (Rosado et al., 2018).

SAKJTIOYEHUE

HMTak, Ha ocHOBe aHaJIM3a CYIIEeCTBYIOIIEH Ha ce-
TOMHSIIHUI IeHb JINTePaTypPhl 110 3KOJIOTUU ST~
TOB MOXHO CHeJaTh CCAYIoIIee 3aKIIIoueHre. Du-
GUTHI IPEACTABIISIIOT COO0M MacIITaOHbIN (heHOMEH,
CBOMCTBEHHBIII B OCHOBHOM TPONUYECKHUM MECTO-
oboutaHusM. OgHAKO MHOTHE aCMEKThI UX OMOJIOTUun
OCTaIOTCSl HemOoUCIeAOBaHHBIMU. OmpenesieHHbIA
nucbanzaHC KakK B TAKCOHOMUYECKOM COCTaBe, Tak U B
reorpaMyeckoM pachpoCcTpaHEeHUM IIpearoaaracT
JIOBOJILHO CTPOTHYE BOIOLIMOHHBIE pAMKI, KOTOPBIE
MO3BOJIMJIM TOJIBKO HEKOTOPBIM ceMelcTBaM U B
OIpeelIeHHBIX YCIIOBUSX OCBOUTH KPOHEI IEPEBLEB.
BMecTe ¢ TeM morpaHWYHBIE YCJIOBUSI SMU(MUTHOTO
obpasza XXM3HM HAMHOTO IIMpe, YeM CUMTAaJoCh pa-
Hee. BepTukanbHO-IpPOCTpaHCTBEHHAsI CTPYKTYypa
3MUGUTHBIX COOOIIECTB OCTAETCSI TAKXKE MaJIOMCCIIe-
JIOBAaHHOI1, XOTs 3TOil TeMe IIOCBSIIEeHa IOBOJILHO
obmmpHas ruTeparypa. BeptnkanbHas cTpatuduka-
1S 3NMM(UTOB HEMOCPEACTBEHHO CBsI3aHa KaK C UX
9KOMOPGOJIOTHEH, TaK 1 C 9KO(DU3NOJIOTHUECH.

OnHYM U3 aNalTUBHBIX ITyTeil aMubUuTH3Ma SIBJIS -
ercst KcepoMopdo3 BCEro opraHu3Ma, B YaCTHOCTH,
00pa3oBaHUsT 0COOBIX KOPHEM, CIOCOOHBIX pacTy B
BO3IYIITHOM cpelie — BO3MYITHBIX KOopHel. [ 6oiee
CBETOMOOUBBIX nUdpUTOB XapakrepeH CAM, cyns
M0 BCeMy, MO3BOJISIIOIINN UM MEPEHOCUTb CUJIbHbIE
repernanbl BJIaXXHOCTU M MOIIHYIO WHCOJSILIUAIO Ha
BeplIMHaX KpOH. PasHeceHHOCTb cTaauii AbIXaHUS U
YCBOEHUS YIJIEpoJla BO BPEMEHMU, MOCTOSTHHBIU nie-
duuT Biaru, a Takxke ckynocte OMII, oueBuaHO,
JIOJIKHBI TIPUBOIUTD K HU3KOM CKOPOCTH pOCTa KOp-
Hs1 y anuputoB ¢ CAM, 4TO, B CBOIO 0O4Yepelb, JOK-
HO BbIpaXaTbCsl B APYroii cxeme “MHBECTUPOBaHUS”
yIyiepona M a3oTa B KOpHHU, KaK 0a30Boil (pyHKIIMH
Mpoliecca pocTa Mo CpaBHEHUIO C HAa3eMHBIMU pacTe-
HusIMH. OYHKIIMOHATBEHAS MOPGhOJIOTHS STTM(MOUTOB B
11eJIOM, MOXHO CcKa3aTh, HaXOOUTCS B 3a4aTOYHOM
COCTOSTHUU.

Jpyroii cTOpOHOI OCBOCHMSI SITU(MUTHBIX MECTO-
OOMTaHU SBIISIETCS “O0JieTYeHre XU3HU C IIOMO-
b0 psiAa afanTaluii, Halmpumep, oO0pa3oBaHUS
MMOABEIIeHHBIX ITOYB MJIM KOHCOPIINIA C SKUBOTHBIMU,
B YaCTHOCTHU C MypaBbSIMU. A30THOE€ IMUTAaHUE Jpe-
BECHBIX PACTEHUI TPOIIMYECKMX IKOCHUCTEM MOXKET
OBITH CBSI3aHO C IPUCYTCTBUEM MYpPaBhLeB, a SMTU(H-
ThI MOTYT ITIOJIy4aTh IO TPETU a30Ta U3 MPOLYKTOB UX
XKU3HENesITeIbHOCTH. MHOTMM Ha3eMHBIM U DOIIH-
(GUTHBIM OpXUACIM, a TaKKe IUPUTAM IPYrUxX ce-
MeiictB cBolictBeHeH CAM-dorocunTe3. PazHuia
MU30TOMHOTO cocTaBa yriepoaa Mexny C;-pacTeHus -
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MU (K KOTOpbIM NpuHamiexat ¢hopodutsl) u C,- uimn
CAM-pacTeHusIMH, a TaKXKe “XMBOTHOTO” M “pac-
TUTEJILHOTO” a30Ta, I03BOJISIET ITOHITh BO3MOXHBIC
IMyTU MUTPAllMd OPraHMYECKOTO BeIleCTBAa B JIHU-
(GUTHOM COOOIIECTBE: OT €ro UCTOYHUKA 0 (POPMU-
pOBaHMS MOABEIICHHO MOYBHI B KOMaxX THE3MOBBIX
anucuToB. [TogoOHbIE UCCIeI0BaHMS IO U30TOITHOM
9KOJIOTUM 3MM(MUTOB HEMHOTOYMCIICHHBI M KacaloT-
cs1 Heorponmueckux o6aacteii. XOTs OTIUYUS MU~
¢utoB Craporo u HoBoro CBeTa CylIECTBEHHBI, B
CBSI3U C IOJIHBIM OTCYTCTBUEM B IIEpPBOM OMOMOpPGhO-
JIOTUYECKOTO aHaJlora GpoMeIMeBbIX.

IlepcneKTuBBI U aKTyaIbHOCTb U3YyYeHUSs MU U-
TOB MHOTOpa3MMIHBI. C OMHO# CTOPOHBI, TIOYTH OT-
CYTCTBYET lieJbHasl TMajeoboTaHUYecKasi KapTUHa
MpoucxXoxaeHus annuuTtos (Zotz, 2016), 4To CTaBUT
BOIIPOC O IPUYMHAX TTPOMCXOXKIESHUS UX BITEUATIISIIO-
IIETo pa3HooOpass. DMUMUTH BHOCIT HEITPOITOPIIH-
OHAJILHO OOJIBIIOK BKJIAJA B OOJILIIUHCTBE T100aIb-
HBIX LICHTPOB Pa3HOOOpa3usl paCTEHUI U UTPAIOT BaXK-
HYI0O pOJIb B CO3MaHWU TJIOOAIBHOTO TpamveHTa
IIMPOTHOTO pa3dHooOpa3us pacteHuit (Taylor et al.,
2021). Bro menraeT MX KpaliHe YSI3BUMOIl TPYIIIONM,
Bellb, OYIy4Yn CTPYKTYPHO 3aBUCUMBIMU DPACTEHUSI-
MU, OHU LIEJIMKOM M MOJHOCTBIO 3aBUCST OT JIECOB
mpom3pactaHusa. A 60% TpONMMYIECKNX JIECOB elle
20 net Haszam ObUIM TIPU3HAHBI JETPAIUPOBABIINMU
(ITTO, 2002). Cyns 110 MHOTOYHMCIIEHHBIM MCCIEI0-
BaHMSIM, SITUGUTHI CIYXKaT XOPOIIUM TUArHOCTUYE-
CKUM KPUTEpUEM COCTOSIHMS JIeCOB, KaK Haubosee
ys13BUMasl aKorpymia (Hamop., Leao et al., 2014). Ha
MpuMepe ceMeiicTBa GpoMesIMeBbIX ObLIO TTOKAa3aHO,
KaKyl0 OTPOMHYIO POJb B 35KOCUCHEMHLIX YCAY2aX
(ecosystem services) MoryT urpatb anuduTthl (Ladino
et al., 2019). Kpome Toro, B CBSI3U C U3MEHEHUEM
KJIMMaTa M yBeJIM4eHNEeM aHTPOTIOTeHHBIX BEIOPOCOB
He MOHSITHO KaK 3TO cKaxeTcsl Ha anudurax. [1pen-
T10J1arajoch, YTO, BO3MOKHO, ITOBBIIIICHHUE COMEpKa-
Hus CO, caenaet 6osee 3pPEeKTUBHBIMUA MEXaHU3-
MBI BOJIOTIOJIB30BaHMS Y SITM(MUTOB (MHBIMH CIIOBAMU
yBEJIMUMBAET UX KCepomIbHOCTh). Ho B 11e10M of-
HO3HAYHOTO J0KAa3aTeJIbCTBA MOJOXUTEIbHOTO BJIU-
SIHUS TIOBBILLIEHHOTO coaepxaHus CO, Ha anudUTHI
HaiinmeHo He Ob110 (Raveh et al., 1995; Li et al., 2002;
Monteiro et al., 2009; Zotz et al., 2010).

AHanu3 JuTepaTypbl MOKAa3bIBAa€T, YTO BOKPYT
3MUMUTOB TPOUCXOIUT JENOHUPOBAHUE BIlEYATIIS-
IOIIEr0 MacCUBa OPTaHUYECKOTO BellleCTBa B KPOHAX
Jieca. Hamu BbicKazaHa MbIC/Ib, YTO MOMBEIIEHHbIE
MMOYBBI BBITIOJHSIOT Ty XXe (PYHKIIMOHAJBHYIO POJib,
YTO U JIeCHas MOJCTUJIKA B Jiecax 00Jiee BBICOKUX 111~
pOT, KOTOpasl B TpoIMYecKux jJecax orcyTrcTByeT (Es-
kov et al., 2021). Takum obpa3oM, sntnpUTHEIE CO00-
1ecTBa (J1a U B 1IeJIOM TTOJIBeIlIeHHast OMoTa) SIBJISTIOT-
Ccsl  HE TOJbKO CYIIECTBEHHBIM MCTOYHUKOM
Oropa3zHOOOpa3Usl TPOIIMYECKUX JIECOB, HO U HENO-
OLICHEHHBIM JIeTIO3UTapueM OPraHWYeCKOTOo Bellle-
CTBa, CTPYKTYpUPOBaHHOTO BOKpYT anudurtos. [1pa-
BUJIbHAS U MCUYepIbIBaloIas OlleHKa 3TOW pOJU elle
JKIIeT CBOETO U3YYEHUS U, BOBMOXHO, U3BMEHUT HAIIU
B3[JISIIbl HA YIJIEPOAHBIN OajaHC TPOMMUYECKUX Jie-
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COB. A 3TO, B CBOIO 0OUepeb, U3MEHUT B3TJISII HA STTH-
(UTHI KaK Ha TIPUSATHYIO U KPAaCUBYIO, HO, B OOIIIEM-
TO, He 00sI3aTeIbHYIO TPYIITy pacTeHUM, Ha OCMBIC-
JICHVE UX B KaueCcTBe BaxHeiero (pyHKIIMOHaIbHO-
ro 6J10Ka TPOITMYECKUX SKOCUCTEM.

HccrenoBaHmne BBIMOIHEHO IPY (PMHAHCOBOM MO~
nepxxke PODU B pamkax HaydHOTO TTpoekTa Ne 20-14-
50223 u B pamkax I'3 'BC PAH Ne 118021490111-5 Ha
6aze YHY “®onmoBast oparxepes”.
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Vascular epiphytes are plants that have broken ties with the ground
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The article is the first review written in Russian which touches upon the issues of the ecological and botanical
phenomenon of vascular plant epiphytism. The problem of the origin of epiphytism, its ecological boundaries
and modern understanding of its ecomorphological features and classification are discussed. Various ap-
proaches to the classification of epiphytes, including the author’s ones, are considered, the relationship be-
tween modern English-language terminology and traditional Russian-language literature is discussed. The
most controversial issues in understanding the phenomenon of epiphytism in world literature are discussed.
The phenomenology of the existence of plants that have broken ties with ground sources of mineral nutrition
and water is considered. The problematics and the degree of study of the CAM (crassulacean acid metabo-
lism) in epiphytes in the context of their xeromorphosis are stated. The mechanism and the functional role of
the formation of suspended soils are considered. The existing theories and controversial problems of the min-
eral nutrition of epiphytes, in particular, nitrogen nutrition, are reflected. Finally, data on various biological
aspects of crown development are summarized: diasporology, the structure of epiphytic communities and the

role of epiphytes in the ecosystem.
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CucremMaTuKa pacTeHH TpeOyeT KOMILJIEKCHOIO ITOAX0Aa K BBHIIIOJHEHUIO MOCTaBIeHHBIX 3a1a4. [1peo6-
JIalaHWe MOJIEKYJIIPHO-TEHETUYECKMX METOJIOB B CUCTEMATHKE B HACTOSIIIIEe BpeMsI HE OTMEHSIET HE00X0-
JTUMOCTH MOMCKA HOBBIX TAKCOHOMUYECKH 3HAYMMBbIX MPU3HAKOB. MCTOYHUKOM NMPUHIIMTTMATBLHO HOBBIX
MIPU3HAKOB y pACTEHUI MOXET CIIY>KUTh 6noMopdoitorus. MccinemoBaHue MOCBSIIEHO U3YISHUIO BO3MOXK-
HOCTeM MpUMeHeHUsI 6MOMOP(OIOTUYECKUX TTOAX0A0B B CUCTeMaThKe U huaoreHuun pacreHuii. Ha mpu-
Mmepe pona Minuartia s.]. (Caryophyllaceae), KOTOpBIii SIBJISIETCSI HOIU(MUICTUIECKOM ITPYIIIO, pACCMOTPEHBI
OCHOBHbIE OCOOEHHOCTU CTPYKTYPHOI OpraHMU3aliMid BBICOKOTOPHBIX PACTEHU MTPUMEHUTEIHHO K OIpee-
JICHUIO UX TAKCOHOMUYECKOTO CTaTyca U BO3MOXKHBIX CITOCOO0B BOZHUKHOBEHMST 6MOMOpP( B Ipoliecce 3BO-
sroumu. Jist aHanm3a 1moberooopa3oBaHUsl paCTeHU BEIOPAH OIUMH U3 COBPEMEHHBIX MOIXOI0B — MOIYJIb-
Has opraHusauus. [loHsTue “yHuBepcalbHbIA MOIYJIb” UCHOJIb30BaHO MJIS CPABHEHUSI Y4aCTKOB OOEro-
BBIX CUCTEM Y pa3HbIX BUIOB. MaTtepua it ucciaenoBaHust coopaH Ha CeBepHoM KaBkase B 2016—2019 rr.
MopaenbHble BUABI ISl UCCAEA0BAHUS OTOUPATUCH IO TMIPUHIIMITY CUCTEMAaTUYECKOTO TTOJIOKEHUSI BHYTPU
pona, a Takke HaJW4YUIO CYIIECTBEHHBIX 9KOJOTMYECKUX Pa3IMIUil MIpencTaBUTeNIeil M, Kak CIeICTBUE,
OTJIMYAIOIIMMCS TaOUTYycOM. YacTh BUIOB SIBJISIFOTCSI BBICOKOTOPHBIMY PACTEHUSIMU U pacIipeie/IeHbl 110
cKaJlaM OT CpeHEeJIECHOTO 10 aJIbITUiICKOTO Tosica. BeIOpaHHbIe MJIs1 KCCIeA0BaHUS MPEACTABUTEN pOa
00J1amaI0T pa3HoOil CTENEHBIO BHIPAXKEHHOCTH PO3€TOYHOCTH: MOJIYPO3eTOUHBIE MOHOITOAUATBLHBIE OCH C
OOKOBBIMU reHepaTUBHBIMU CTPYKTypaMu (M. imbricata), moaypo3eTOYHBIE OCH C BereTaTUBHO-TeHepa-
TUBHBIMM noberamu (M. aizoides) v pO3eTOYHBIC OCH C TUIIMKINYECKUMU BETeTAaTUBHO-TeHEPATUBHBIMU
no6eramu (M. circassica); yHUBepcaJabHBIM MOIYJIEM Y BbIIIENIEPEUYMCICHHBIX BUAOB SIBJISIETCS TTOJIMIIAK-
JIMYecKue MmojuKaprnuyeckue ocu. Elile nBa Buma — TpaBbl C CUMITOAMATIBHBIM HapacTaHUEM, HO y3Ke MOJTy-
poserouHbie (M. hirsuta subsp. oreina) u nIMHHOTIOOETOBBIE (M. setacea) ¢ yHUBEpCATIbHBIMU MOYJISIMU —
TUMMUYHBIMU MOHOKapnuyeckuMu rnoderamu. Ocoboe MecTo 3aHMMaeT ONHONETHUK M. glomerata co ckan
cpemHesecHoro mosica. [To pe3yibrataM IMpoOBeIeHHOTO UCCIIETOBAaHMS BBISIBICHBI TPU Pa3IMYHBIC CTpaTe-
TMM POCTa Y MOACIBHBIX BUIOB, a TAKXKE OMUCAHbI pa3HbIe TEHACHIIMY MOHOTIOAUAIBHO U CUMITOAUAILHO
HapacTalolnX TpaB. biaromapst BHISIBICHUIO YHUBEPCATbHBIX MOAYJIEH U NPYyrux 6MoMopdoIornyecKmx
XapaKTEepUCTUK MOJICJIbHBIX BUIOB, TTOSIBJISIETCSI BO3MOXHOCTh MCITOJIb30BaTh B TaJIbHEIIIeM TTOTyYeHHbIC
NTaHHbIE B TAKCOHOMMYECKUX LETISIX.

DOI: 10.31857/S0044459621040060

I'maBHOE, Ha 4TO OOpalIaeT BHMMAaHHE YeIOBEK
MpU B3IJISIAE Ha XXUBOM OOBEKT, — 3TO €ro BHEITHUMN
00mK. CaMble TIepBble TAKCOHOMUYECKUE CUCTEMBI
OCHOBBIBJIMCh MMEHHO Ha 4YepTax BHEIITHEIO CXOJ-
cTBa 00beKTOB. [To3:Ke cucTeMBbI YCIOXHSIIUCH U 10-
MOJTHSUTACH IPYTUMU NPU3HAKAMHA, TIPUCYIIIUMHU Op-
raHu3MaM, OJHaKO MOpQOJIOTUUYECKHUE XapaKTepu-
CTHMKM BCeraa OCTaBaIMCh B JIUAMPYIOIIEl poiau Ha
IMyTU CTAHOBJICHUSI TAKCOHOMMM 10 TIOCIEIHETO Bpe-
MeHU. C BOBHUKHOBEHHUEM MOJIEKYJISIPHO-TeHEeTHUYE-
CKMX METOIOB B HAYYHOM COOOIIECTBE ITPOU3OIIEIT
HEKOTOpPhI “TIepeBOPOT” B MOHMMaHWUU TaKCOHO-
mun. Mopdoaornueckue NpU3HAKM CTaIi MEHeEe
3HAYMMBbIMU B (DUJIOTEHETUUYECKMX CUCTEMax, 3Jie-
MEHTapHBIM IIPU3HAKOM B KOTOPBIX CIIYXXUT HYKJI€O-
tun (Schuh, Brower, 2009). HecMotps Ha psig mpoTH-

BOpEUYM MeKIy MOP(OIOrMIeCKIM U (PMJIOTEHETH -
YEeCKUM ITOAX0JaMHM B CUCTeMAaTUKE, O YeM HalllCaHo
Hemajio pabot (Judd et al., 1999; Soltis et al., 2005;
JlyxranoB, Ky3nenosa, 2009), xoTeaoch Obl OTMe-
TUTb, YTO CUCTEMaTUKa KaK HayKa SIBJISIETCSI JIUIIb
YIIPOILIEHHON 1 HEMOJIHOM MOAEbIO, HEKM YaCTHUY-
HBIM OTpaxkeHUeM, CO3JaHHBIM YeJIOBEKOM, pealbHO
CYILECTBYIOIIETO OMOJIOIMYECKOro pa3HooOpa3us
(ITaBnunHoB, 2001). Tak uau nHaye, TAKCOHOMMUSI B €€
COBPEMEHHOM IOHMMAHUM CTPOMUTCS Ha 3BOJIIOLIU-
OHHOM YYE€HMM M HENPEeMeHHO IOJDKHA OTpaxkaTh
CYyTh D3BOJIOLIMOHHBIX MpeobpazoBaHuii (Hennig,
1966). Ecu mpuHATHL BO BHUMaHNE, YTO PeabHO CY-
IIECTBYIOIIME XXMBbIE CUCTEMBbI, CKOPEe BCET0, UMEIOT
3HAYUTEJILHO 0O0Jiee CIO0KHBIE B3aMMOCBSI3U BHYTPU
cebsI, HeXXeJIM MBI cebe MX TpeacTaBiIsieM, TO OTBEP-
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raTb Kakme-JIm00 METOIbl B IyTU MO3HAHMS KMBBIX
cucteM Hesib3sl. CucreMaTuka eavMHa, v UCITOJIb30Ba-
HUE pa3HbIX TOAXOIOB IJIsSI €€ YCOBEPIIEHCTBOBAaHUS
KkpaiiHe acppextuBHo (Jlyxranos, Ky3Henona, 2009).
OIHUM M3 TAKUX ITOAXOI0B MOXKET CITYKUTh OMOMOpP-
¢orornueckuii aHaau3. B HacTosiee Bpemst BBIACIS-
€TCST HECKOJILKO HaIlpaBJIeHU A OMOMOPdOTOTMIECKUX
WCCIIEIOBAaHUI: CTPYKTYpHOE, OHTOI€HETUYECKOE,
9KOJIOTMYECKOe, Teorpacpuyeckoe, 3SBOJIOLMOHHOE
(CaBunbix, Yepemymkuna, 2015). K coxaneHUIO,
onomopdoIornaecKkre XapakKTepruCTUKM pacTeHUI He
00peny JOJKHOIM MOIYJISIPHOCTU Cpeay OOJIbILIMHCTBA
3apy0OeXXHBIX MCCJIEIOBATEICi M HE MCIIONB3YIOTCS B
KayecTBe TAaKCOHOMMWYECKM 3HaYyMMbIX. Yaiie Bcero
O61OMOP(OJIOTUYECKHNE XapaKTEPUCTUKN PaCTCHUIA
paccMaTpUBalOTCS B 9KOJOTMYECKOM WJIM DBOJIIOLIM -
oHHoM kioue (CepebpsikoBa, 1977; bapbeikuHa, 1999;
IIBenes, 2005; CaBunbIx, 2019) 1 penKo ¢ TOYKHU 3pe-
HUST “IIOMOIIHULIBI” cucTeMaTuku. OmHaKo aHalIu3
O0MOMOP(OJIOTUYECKNX MTaHHBIX MOXKET CIIYXKUTh
MOIIIHBIM KOMILJIEMEHTAapHbIM METOJIOM K (DUJIOreHe-
THYeCcKoii cucteme. DWIOTeHETKA B HACTOSIIIIEE Bpe-
M1 TTIO3BOJISIET YCIEIITHO BBISIBIISITh POACTBEHHBIE CBSI3U
MEXIy OpraHu3MaMM U PEKOHCTPYMPOBATh ITyTH 3BO-
monuoHHoro pazsutus (Jlyxranos, 2013), Ho He yka-
3bIBACT HEMOCPEACTBEHHO Ha MPUCTIOCOOIEHUST, KO-
TOpPbIE OPTaHU3MEI MOJYYMIN B pe3yabTaTe amarra-
LIMM K YCJIOBUSIM BHEIIHE cpenbl. MHBIMU clioBaMu,
¢dunoreHeTKa He TacT IMPSIMOTO OTBETa Ha BOIIPOC O
TOM, KaK1e€ CTPYKTYpPHI BBIpaOaThIBalOT OPraHU3MBbI B
npoliecce 3BooLnu. I1pn 3ToM coBpeMeHHast uio-
TreHeTHKa CTPOMTCS Ha KIIAOAUCTUYCCKMX MPUHIIUIIAX,
KOTOpble AUKTYIOT HENpeMeHHoe TpeboBaHUE —
BKJIIOYCHNE B MOHO(UIETUYECKYIO TPYIIITY, BBIICIISI-
€MyI0 Ha OCHOBE artoMOP(MHBIX IPU3HAKOB, BCEX I10-
TOMKOB OJHOTO OOIlero IpeakKa. 3ayacTylo Iogo0-
HOe TpeboBaHNWE K BHOBb 00pa30BaHHBIM TaKCOHAM
TPYIHOUCIIOJIHUMO MPUMEHUTETBHO K MOP(OJIOTH-
YeCKMM IIpM3HAKaM TeX TPYIIl OpraHM3MOB, KOTO-
pble paHee OTHOCWJIMCH K OMHOMY TakcoHy. ITpume-
pOM MOJOOHOI cutyauuu ciyxXut p. Minuartia L. n3
ceMm. Caryophyllaceae Juss. ITocie rryommkarm B 2014 1.
dunoreHernueckoro wucciaegosaHusi poxaa (Dillen-
berger, Kadereit, 2014) 6110 ycTaHOBJIEHO, 4YTO Min-
uartia s.1. aBisgeTcs MoJIUPUIECTHIECKON (B paMKax
KJTaIMCTUYECKOTO IToaxonaa) rpymioit. Orcioma Bo3-
HUKaeT BOIPOC O IOMCKe MOPGOJOTUYECKUX ITPU-
3HAKOB IJISI pasfelieHUs 3TON TMOMMpUIeTUIECKON
TPYIIIIEL.

Br100op 00BEKTOB 1151 MICCIIEAOBAHMS OBLI CcleIaH
B MOJIb3Y KaBKa3CKUX TpeacTaButeseii p. Minuartia.
HMHTepec K 3TUM pacTeHMSIM BBI3BaH CYIIECTBEHHBI-
MU 3KOJIOTUYECKMMU Pa3IUUUSIMU TIpeacTaBUTeei
W, KaK CJICACTBHUE, OTIMYAIONIMMCS rabuTycoM, a
TaKK€ MX CUCTEMAaTUYECKUM ITOJIOKEHUEM BHYTPU
pona.

Ha ceromHsimmHuMii 1eHb CYLIECTBYET HECKOJBKO
MoOHorpauyeckux padboT, MOCBSIIEHHBIX CUCTeMa-
ThKe U reorpadpuu poma (Mattfeld, 1922; McNeill,
1962, 1963), HecKOIBKO pPabOT OBLIO MOCBSIIEHO
omnucaHuio kapuotunos (Celebioglu, Favarger, 1982;
Celebioglu et al., 1983; Favarger, Recoder, 1987; Gal-
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land, 1988), a Takke KapIoJaoruu pona, B YaCTHOCTU
ncclienoBaHUIO CTPYKTYpbl ceMsiH (KoxkaH4uKoOB,
1975; Yildiz, 2002; Minuto et al., 2006, 2011; Amini
et al., 2011; Zaychenko, Zernov, 2017). 13 iepeunciieH-
HBIX HamboJiee BaxKHBIX OITyOJIMKOBAaHHBIX paHee pa-
00T, Kacaromuxcs p. Minuartia, HeT HA OTHOI paOOTHI,
MOCBSIIIEHHOI OMOMOPGOIOTUY €0 MPeACTaBUTEIICHA.

MATEPHAJIBI 1 METO/IbI

Pon Minuartia s.1. BKirro4aeT B ce0s okoJio 175 Bu-
moB (McNeill, 1962; Rechinger, 1988; Halliday, 1993;
Kamari, 1997; Rabeler et al., 2005). Apean npeacra-
BUTEJIC B OCHOBHOM IIPUYPOYEH K apKTO-aJIbINii-
ckoii 3oHe CeBepHoro Toyiapus: B EBporie, npexmne
Bcero B CpenuseMHOMOphbe, 1 B KaBkazcko-Maoasu-
aTcKoM (MpaHO-TypelKoM) permoHe. Ha teppuropun
Kagskaza pon npencrasieH 22 Bugamu (J1azpkos, 2012).

MogenbHbIe BUABI ISl U3Yy4YeHUST OMOMOpP@POI0-
FMYECKUX XapaKTePUCTUK U MOJeseii Toberoodpa3o-
BaHUS OBIJTM OTOOPAHBI 10 CICAYIOIINM KPUTEPUSIM:
1) monoxeHre BUOa B CUCTEME poaa, 2) 9KOJoThude-
CKMe 0COOEHHOCTH MpeACTaBUTENEM, 3) JOCTYTHOCTD
penpe3eHTaTUBHOro Matepuana. Ha ocHoBaHuU
STUX KPUTEPUEB B KAUECTBE MOACIBHBIX ObUIU BbI-
OpaHBI IIIECTh BUAOB, obuTarmx Ha KaBkase, ripen-
craBieHHbIe B Ta6. 1 (JIazbkoB, 2012).

s ananm3a 61oMop(POJIOTUMN MOACIbHBIX BUIOB
IIPOBOAMJIM HAaTypHBIE HAOIIOACHUS, NCIIOJIb30BaAIN
repbapHbie 00pa3lbl COOCTBEHHBIX COOPOB, a TaKXKe
IIPOAHAIM3UPOBAJIM HECKOJIbKO COTEH TIepOapHBIX
JIMCTOB 13 POHI0B MOCKOBCKOTO rocyIapCTBEHHOTO
yHuBepcutetra (MW), I'epbapusi I'maBHoro 60TaHu-
yeckoro caga um. H.B. HHuimmnaa (MHA). IToneBoit
MaTepuasl ObU1 cobpaH Ha TeppuTopuu TedepauH-
CKOI'0 TOCYIapCTBEHHOTO IIPUPOIHOTO OMOChEepHOTO
3aroBeaHUKa B aBrycre 2015 u 2016 IT. U B YIIETbIX
Lleit u Puarnon Cesepo-OceTuHckoli Pecryoiavku B
asrycte 2017 1 2019 rr.

IMpu onvcanuy 6MOMOPPOIOTUN MOJETBHBIX BU-
JIOB B OCHOBHOM M CITOJIb30BaJId CPaBHUTEILHO-MOP-
¢ oI0rNIeCKMii U CTPYKTYPHO-(PYHKIIMOHAIBHBINA Me-
Todbl. [T onmMcaHUsST XXKU3HEHHBIX (POPM B3POCIBIX
pacTeHuit UCTIOJb30BaIU IMTPUHSITYIO B OT€YECTBEHHO
ouomopdosiorun  TepmuHouoruio  (CoBpeMeHHEBIE
noaxonpl..., 2008; AKTyajbHbIe MPoOJieMBI..., 2012).
Pactenus aHanu3upoBayu C TIO3ULIMKA MOAEICH MOo-
oeroobpazoBanHus (Cepebpsikona, 1977, 1981, 1987),
MmonayiabHOI opranuzanuu (Iladpanosa, 1980, 1981,
1993; buron u ap., 1989; Illadppanosa, I'atiyk, 1994;
Iatuyk, 1994, 1995; CaBunsbix, 2008). g ynoocTBa
CpaBHEHUS MOJIEIBbHBIX BUAOB HCITOJIB30BAIU TEp-
muHojoruio JILE. IN'atuyk 1 H.I1. CaBunsix (I'aTiyk,
1994, 1995; CaBunsbix, 2008), B 4aCTHOCTH ITOHSITHE
00 YHUBEpCaIbHOM MOIyJe KaK 00 OMHOOCHOM IT0-
bere, oOpa3oBaHHOM B pe3yJibTaTe ACSITCIbHOCTHU OJl-
HOIT alTMKaJIbHOM MepucTeMbl. M3yyanu puTMm ce30H-
Horo pasButusg 1o Meronuke WM.I. CepebpsikoBa
(1954, 1964). CouBeTrst GBUTH OXapaKTepH30BaHbI ITO
IMapkuny (Parkin, 1914) u Tpommo (Troll, 1964).
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Tab6auna 1. MonenbHble BUnbl Minuartia s.1. u ux xapakTepucTuka

Howmenknarypa
o cucreme McNeil, 1962

ITprHAUIEXHOCTD K CEKLIUSAM
o cucreme McNeil, 1962

HomeHknaTypa 1o cucreme
Dillenberger & Kadereit, 2014

VYcnoBust oonTaHus
Ha KaBka3ze

M. imbricata (Bieb.) Woronow | Spectabiles (Fezl) Hayek

Pseudocherleria imbricata
(Bieb.) Dillenb. & Kadereit

CKaJtbl, JIeTHUKOBBIE MOPEHBI,
MEJIKOKAMEHUCTBIE OCBITTH U POC-
CBIITH aJILITUICKOTO TT0s1ca, 2500 M
Hapx yp. M. 1 6oJjiee

M. aizoides (Boiss.) Borm. Spectabiles (Fezl) Hayek

Pseudocherleria aizoides (Boiss.) | CKaJibl, MEJIKOKAMEHUCTBIE OCHITTN
Dillenb. & Kadereit

U POCCHINU CYyOaTbITUICKOTO 1 ajlb-
nuiickoro mosicos, 2000 M Hax yp. M.
u OoJiee

M. circassica (Albov) Woronow | Spectabiles (Fezl) Hayek

Cherleria circassica (Albov)
A.J. Moore & Dillenb.

CKaJibl, MEJIKOKAMEHUCTbIE OCHITTU
U POCCHITU CYyOaTbITUINCKOrO 1 ajlb-
nuiickoro mosicos, 2000 M Hax yp. M.
u OoJree

M. oreina (Mattf.) Schischk. Plurinerviae McNeill

Minuartia hirsuta Hand.-Mazz.
subsp. oreina Mattf.

CkaJibl Cy0aIbIIMICKOTO, BEpXHEe-
Y CPEIHEJIECHOTO IOSICOB, BHICOTHI
1500—2500 m Haxg yp. M.

M. setacea (Thuill.) Hayek Minuartia Minuartia setacea (Thuill.) CkaJibl cpeaHeIeCcHOro nosica,
Hayek BBICOThBI He 6osiee 1500 M Ham yp. M.
M. glomerata (Bieb.) Degen. Minuartia Minuartia glomerata (Bieb.) CkaJbl CpeaHeIeCHOro mnosica,

Degen.

BBICOTHI He Oosiee 1500 M Ham yp. M.

PacteHnst cxeMaTW4HO 3apUCOBBIBAJIA, JAHHBIC IO
CTPOCHUIO MT0OEroB (UKCUPOBAIU Ha cXeMax.

PE3VJIbTATDHI

Mopenb moberooopasosanust Pseudocherleria im-
bricata (M. imbricata) — MOHOIIOAMAJIFHAS IIOTYPO3€-
TouHasi (MoAOOHasi MoIeab ITo0eroodbpa3zoBaHUS Y
BLICOKOTOPDHBIX TpaB OblIa OIMcaHa B paboTe
H.IT. CaBunbix (2006)). PacteHue 3acensieT Teppu-
TOPUIO IIPU IIOMOIIIM MOHONIOANAJIFHOTO HapacTaHUSI
(puc. 1). Pa3pacraHue ocyliecTBisieTcsl Onaromapsi
Pa3BUTHIO MA3YyIIHBIX TTOOETOB U3 MOYEeK 03 COCTOsI -
HUS oKo# (crutericuc). PacteHue odpa3yeT IycTyio
JIIEPHOBUHKY, KOTOpasl 3aKpellJieHa B TOUBE 3a CUeT
XOPOIIIO PAa3BUTOrO IJIABHOTO KOPHSI, JOCTUTAIOIIETO
B JUIMHY Y KPYIHBIX 0COOEi HECKOJIbKUX IECSATKOB
caHTuMeTpoB. I[IpraaTOYHBIX KOpHEN Ha HaA3eMHOM
CUCTeMe aHM3OTPOITHBIX MOOETOB MPAKTHUYECKH He
obpasyercs. LIBeTkn oObIYHO OogMHOYHBIE. MICIIOJIb-
3ys1 TIOAXOObI K OIMKMCAHUIO CTPOEHUST oOeroB Tpoiis
(Troll, 1964), ¢ nomoanenusimu H.I1. CaBuHbBIX
(2006), y moberoB P. imbricata MOXHO BBIIEIUTH CJie-
Iylolye 30HbI: 1) BereTaTuBHYIO (BereTaTMBHBIN
y4acToK 1mobera); 2) BererTaTUBHO-TeHEepaTUBHYIO (OT
MeTaMepa C MEePBbIM J0 MeTaMepa ¢ MOCIeIHUM Ta-
3YIITHBIM IIBETKOM WJIU COLIBETHEM); 3) 30HY BTOPHY-
HOIO BEreTaTMBHOIO HApacTaHUS — BereTaTUBHbII
y4acToK rmobdera, c()OpMHUPOBAHHEIN ITOCTIE 3aJI0XKe-
HUS TIOCJIEIHETO Ma3ylIHOTO 1IBETKA U COLIBETHSI.

PazBuTne reHepaTUBHBLIX OPraHOB IPOUCXOMUT
OJHOBPEMEHHO C POCTOM ITOOETOB. DTO BO3MOXHO 3a
CYET TOrO, UTO MOJIMKAPIUYECKHE TOOEr HAUMHAIOT
CBOE pa3BUTHE U PACTyT BEPTUKAIBLHO OO TeX IIOp,

JKYPHAJI OBLIEN BUOJIOTUU

IMOKa He IPOMU3O0MIET 3aJI0KEHIE OTMHOYHOTO 1IBET-
Ka, 3aTeM IT0Oer MpOoAOoJIKaeT BepTUKAJIbHbBINA POCT,
OOHAKO ¢opMHUpYET OO Hayajla IUIOHOHOIICHUS
TOJILKO KOPOTKME MEXI0y3aus. TeM BpeMeHeM IIBe-
TOHOXKA YIJIMHSIETCSI, BBIHOCS LIBETOK HaJ ITOBEpPX-
HOCTBIO BCeil IepHOBUMHKHM, M, TAKMUM OOpa3oM, ma-
3yLLIHbII7[ OBETOK 3aHUMACT IICEBAOTCPMMHAJIBHOEC
nojoxeHne Ha ocu modera. Ilociae opmupoBaHus
KOpPOOOYKHM TTO0ET CHOBA HAUMHAET POCT C JUTMHHBI-
MU MEXIOY3JIUSIMU OO0 00pa30BaHUS HOBOIO 1IBETKA.
Takum 06pa3oM, MOXXHO TOBOPUTH O TOM, YTO YHH-
BepcaibHbIM MoxayiaeMm (CaBunbix, 2008), T.e. TeMm,
4TO (POPMUPYETCS B TeUEHNE MOHOIIOAMAILHOIO Ha-
pactaHus nobera P. imbricata, SIBASIIOTCS TTOJULIUK-
JIMYeCKHe MOJNKAPIINIeCKE MOHOIIOAUATbLHEIE OCU
C peayLpOBaHHBIMU MO OJHOIO I[BETKA OOKOBBIMU
TeHepaTUBHBIMU CTPYKTypaMu (puc. 2).

¥ B3pOCIIOro pacTeHusI MOXHO HaOI0aaTh OYEHb
aKTMBHOE BETBJIEHME 3a CYET Pa3BUTUS Ma3yIIHBIX
MOGETrOoB, KOTOpPBIE CO BpPEMEHEM BXOIIT B COCTaB
MHOTOJIETHEM Y4acTu IepHOBUHKM (puc. 1). B KoHiie
BEreTallMOHHOIO IIeproia MHOTOUYMCIIEHHbIE M0o0e-
', KOTOPbIE BXOAWIU B BET€TATUBHO-T€HEPATUBHYIO
30Hy, noseraoT. Ilocjie 3MMOBKHM, BECHOM CJIeayIO-
ILIETO rofia, BXOIAT B COCTaB BEreTATUBHOM 30HLI pac-
TEHU, a U3 MTOYEeK BO30OHOBIIEHUS Ha 3TUX IM0o0erax
HauMHAIOT CBOE pa3BUTHUE MOOErn BO3OOHOBJICHUS.
Takum o6pa3oM, KaXmblii ITOOEr IPOILIOTO Toaa
BXOJUT B MHOT'OJIETHIOIO YaCTh BCETO pacTeHUsI. DTO
MO3BOJISIET MAaKCUMAaJbHO 3(h(GEKTUBHO OCBauBaTh
IIPOCTPAHCTBO.

P. aizoides (M. aizoides) imeeT MOHONIOAATBHYIO
IMOIYPO3€TOYHYIO0 MOAEIbh moberoodpa3oBaHus. 3a-
XBaT MPOCTPAHCTBA OCYILIECTBISCTCS ITyTeM POCTa
Ne 5
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Puc. 1. Cxema crpoeHust noderos P. imbricata. 1 — IBETOK; 2 — BereTaTUBHbBII OOJIMCTBEHHBII MOOET; 3 — YKOPOUYEHHBII ITO0ET;
4 — nuct; 5 — on; 6 — MHOTOJIETHSIS YacTh obera; 7 — rpaHMiia TOAOBOIO IMPUPOCTa; 1, 1 + 1 — IMOPSIAKY BETBJIEHUS OCEIA.

MHOTOJIETHUX TOPU30HTAJIbHO PACTYIIUX MTOOETrOoB C
pPa3BUBAIOIIMMUCS HA HUX MHOTOUYMCIIEHHBIMU PO3€-
TOYHBIMU TNoOeramMu. Po3eToyHbIe TMOOETM MHOTO-
JIETHUE, Ha TIPOTSIKEHUU HECKOJIBKUX JIET COXPaHSI0-
1€ OTMEpIliMe TPOIUIOTOAHME JUCThs. B Hauaie
BEreTallMOHHOTO Tepuoja U3 MPOLIJIOTOIHUX TTOYEK
Ha MHOTOJIETHUX Toberax HauMHAIOT pPa3BUBATHCS
TUIarMOTPOITHbIE MOOETH pa3pacTaHUs C OTHOCUTEILHO
IUIMHHBIMU MexXaoy3nusamu (puc. 3). [TomyuuBimme-
cs TT06eTu MPOI0JKAI0T MOHOIOAWAIbHO HApacTaTh,
1 OJHOBPEMEHHO B Ma3yxax JUCThEB 3aKJIaIbIBAIOTCS
MOYKH, KOTOpble 0e3 TMepuoaa MoKOos JarT Hadaylo
po3eTouHbIM noberam (puc. 4). Takue moberu uMeroT
KOpPOTKHE MEXIOY3/Iusl U B (pa3e BEreTaTUBHOIO ac-
CUMMJIUPYIOIIEro MoOera MOryT IMTPOBECTU OT OJTHOTO
roga 10 HECKOJIbKUX JIET, HO B JIIOOOM cllydyae Takue
1MoGery HUKOTJIa He MepexodsT K LIBETEHUIO B Mep-
BbIii BEreTallMOHHBIN MEepUOoJ MOCje Havyajda pa3BU-
THSI, YTO XapaKTepusyeT UX KaK MOJULIMKINYECKUE.
Crenyet OTMETUTb, YTO ocu P. aizoides mo (yHKIIMO-
HaJIbHOMY Ha3HAY€HWIO MPOU3BOAHBIX allMKaIbHOM
M Ta3ylIHOW MepPUCTEM COOTBETCTBYIOT MOHOITOIU-
ajbHOM poseTouyHoit moaenu T.M. CepeOpsiKoBOI,
OIHAKO MO UIMHE MEXIOY3JI1il TaKuhe OCHU CJeAyeT
OTHOCUTb K MOHOMNIOAUAJIBHOM TMOJIypO3€TOUHOU MO-
nenu noberoodpaszoBaHusi, onucanHoi H.I1. CaBu-
HbIX (2006). B GOJBIIMHCTBE ClIyd4aeB TeHepaTUBHBIIM
Ma3ylIHbIi NOOET 3aKIaabIBaeTCS HAa BTOPOIA UJIU T10-
clieayrolye roaa pa3Butus. Takum o6pa3oM, YyHUBEp-
CaJIbHBIM MoayJsieM P. aizoides MOXHO cUUATaTh TTOJIU-
LMKJIMYEeCKUE TMOJUKAPIIMUYECKEe MOHOIOIUATbHbIE

JKYPHAJI OBILIEX BUOJOTUHU
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OCH CO clielMaJIM3UPOBAHHBIMU BEI€TaTUBHO-TCHEC-
pPaTUBHbBIMH noberamm.

I'eneparuBHEIE TOOETM 00JIANAIOT AHU3OTPOITHBIM
POCTOM U B 0a3aJIbHOM YaCTU NMEIOT KOPOTKUE MEX-
JIOYy3JIMS, B CpeaHell YyaCTu — JUIMHHbIEe. B anukamib-
HOM 30HE Pa3BUBAETCS TEPMUHANbHBIN 1IBETOK WU
MaJIOLIBETKOBBII AUXa3uii U3 ABYX, MAKCUMYM YEThI-
pex BeTKOB. Ilocie uBeTeHNS 1 IMJIOAOHOIIECHUS TeHEe -
PaTUBHBII MA3yIITHbIN MOOET MOJTHOCTHIO OTMUPAET.

3a cyeT aKTUBHOTO BETBIICHUS, Garogapst pa3BU-
THIO MOHOTIOINATBHBIX TNTATUOTPOITHBIX TOOETOB, CO
BpEMEHEM pacTeHUe o0pa3yeT TyCTyIO paahabHO-
TUTOCKYIO0 momymiKy. [IpocTpaHCTBO MEXITy MHOTO-
JISTHUMU OCSIMHM TUIAarMOTPOITHBIX MOHOIIOOWEB W
pa3BUBAIOIINXCS HA HUX PO3ETOYHBIX ITOOETax IioT-
HO 3aITOJITHEHO OTMEPIIMMHM OCTATKAMU JINCTHEB.

Monenp oberooopazoBanus Cherleria circassica
(M. circassica) MoHOIOOUAJIbHASI PO3ETOYHASI. YKO-
pOYEeHHBIE MHOTOJIETHIE IT00eTY HapacTalOT MOHOIIO-
JIVaJIbHO B TeUeHUE MHOTHUX JIeT. B pe3ynbsrare pa3Bu-
TUS Na3yIlIHbIX MOOEroB 00pa3yeTcsl O4eHb IUIOTHAS
panvabHO-IIAPOBUIHAS TMOAYIIKA, 3alloJIHEHHAas
BHYTPU OCTaTKaMM JIUCTheB. PacTeHre nMeeT Xopo-
110 Pa3BUTYIO CUCTEMY IVIABHOTO KOpPHS, Ojaromaps
KOTOPOMY KpeIIKO 3aKperieHo B nouBe. IIpuoaTou-
HBIX KOpHEW Ha Imoderax He o0pa3yeTcsl.

Ha MHOroneTHUX po3eTOYHBIX ITobOerax 3a OgVH
BEreTallMOHHEBIN IIEpUOA MOTYT pa3BUBaTLCS He-
CKOJIbKO BEreTaTuBHO-TEHEPATUBHBIX OOJIUCTBEH-
HBIX TTO0eroB. TakuMm 00pa3oM, pO3eTOYHBIC TTOOSTH
SIBJISTIOTCSI TIOJIMKAapIU4YecKuMU. BereraTuBHO-TeHe-
paTUBHbIE MOOETM BCETIA Pa3BUBAIOTCS U3 IOYEK,



372 3AMYEHKO, 3EPHOB

MEPEXUBIINX COCTOSTHUE ITOKOS. Takue BereTaTuB-
HO-TeHepaTUBHbBIC TTOUKN MOTYT pa3BUBAaThCS HA BTO-
POM U TIOCJIEAYIOIIMX TOAaX Pa3BUTUSI PO3ETOYHOTO
nobera, 13 3TOTO CJIEAyeT, YTO TaKue Moberu JUIK-
JInyeckue. YHuBepcadbHbIM MonyneM C. circassica
MOXHO CYMUTATh MOJULUKINYECKUE ITOJIMKApIUYEe-
CKMe MOHOMNOAWANIbHBIE OCU C TULNKINIECKIMU Be-
reTaTUBHO-TeHEepaTUBHBIMU Moberamu (puc. 5).

B cTpoeHUM BereTaTMBHO-TEHEPATUBHOTO 00-
JIMCTBEHHOTO To0OeTa BBIACISIIOT HECKOIBKO CTPYK-
TYpHO-DYHKIIMOHAJIBHBIX 30H: HUKHIOIO 30HY TOP-
MOXEHUSI, MPEeICTaBJIEHHYIO yJyacTKOM mobera c
KOPOTKMMU MEXAOY3IUSIMU; CPEAHIOK 30HY TOP-
MOXCHUS — YJaCTOK IToGera ¢ IJTMHHBIMUA MEXI0Y3-
JINSIMU; 30HY OOOTAIlleHWSI U 30HY colBeTust (puc. 6).
30Ha oOorameHusI, €ciIyM OHa WMEEeTCs, OOBIIHO
BKJIIOYAET B ce0S1 OT OJHOTO IO TpeX Iapakiiaaues.
30Ha TEpPMUHAJIBLHOTO COLIBETUSI TIPEACTABICHA I1Xa-
31eM, CTeTICHb Pa3BETBIEHUS KOTOPOTO MOXET OBIThH
pa3anJHa.

Buomopdonorus C. circassica B Ie1oM 04eHb CXOKa
¢ TakoBoOIi P. aizoides, omHaKO Ba*KHOU OTINYUTEIb-
HOI1 yepToii siBisiercs To, uto C. circassica He oopa3yeT
IJIaTMOTPONHEIX II00ETOB pa3pacTaHMsl, BBIIIOJIHSIIO-
mx GyHKIIMIO 3axXBaTa 0JIM31exKaIero K ocoou mpo-
crpaHcTBa. BereratnBHblie mobdern C. circassica Ha-
pacTaroT CKopee BepTHUKaJIbHO BBEpX, 00pa3ys He 60-
Jlee 4—5 TIOpSIIKOB BeTBJICHUS. Bcsi MHOTOETHSIS
YacTh MOAYIIKU IIpeAcTaBlieHa Oe3JIMCTHBIMU CTEO-
JISIMH C KOPOTKUMHM MeXA0Yy3usaMu (puc. 7).

Mogenp moberoodpaszoBanust Minuartia hirsuta
subsp. oreina cumnonuanabHasi IOJIYPO3€TOYHAS.
B no6eroBoii cucteme M. hirsuta subsp. oreina 4eTKO
BBIACIISIIOTCSI MOHOKApIUIECKUe IT00ern BO30OHOB-
JIeHus, o0aaroniue aHU30TPOITHBIM POCTOM U Gepy-
II1Me CBOE HAyaJlo U3 MOYEK, MEePEKUBIINX COCTOSTHUE
MMOKOSI, TPY 3TOM IMPOBOJsSI OAWH BEreTallMOHHBI ce-
30H B CTaAUM BETeTaTUBHOTO aCCUMMINPYIOLIETO 10~
Oera, ¥ JIMIIb HA CICAYIOIIWII rof HAYMHAIOT CBOE
pa3BUTHE TeHepaTUBHBIE OOJMCTBEHHBIE II00ETU C
JUIMHHBIMU MeXa0y3JiusMu. Takue moderu HocsT
Ha3BaHUE TULMKINYECKUX. MOHOKapIUYeCKUid Tu-
LIMKJIMYeCcKUii Ttober (puc. 8) obnagaeT TUMMMYHBIMU
CTPYKTYPHO-(YHKIIMOHAJIbHBIMY 30HaMU. 30Ha BO3-
OOHOBJICHUS TIpeACTaBJieHa ©0a3aJbHBIM YYaCTKOM
MOHOKAapIHUYECKOro Mmodera ¢ KOpOTKUMU MEXKI0Y3-
JIUSIMU ¥ OTMEPILLIMMU MPOLLJIOTOTHUMMU JIMCThSIMU, a
TaK:Ke IMOYKaMy BO30OHOBJICHUS U yXe chpopMUpO-
BaHHBIMU Ha MOMEHT LIBETCHUSI BereTaTUBHBIMHU I10-
OeraMu 3aMellleHUsI, KOTOpbIe HAa OyIyILIWi TOH I1e-
peiinyT B a3y LIBETEHUS] M TUIOJOHOIICHUS, a Ha
JMaHHBI MOMEHT HaXOASITCSI B COCTOSIHMU Bereta-
TUBHOTO acCUMUIMpYomiero nobdera. CpegHsist 30Ha
TOPMOXKEHUS TIPeICTaBJIeHa BEPXHIM Y4aCTKOM pO3e-
TOYHOTIO TTo0era ¢ BBILIEPACHOJIOXEHHBIMM yJacTKa-
MU CTe0JIsI C IIMHHBIMU MeXI0y3usiMU. B 30He 000-
ralieHusl, Kak U B 30He COLIBETHSI, MOXKHO HaOII01aTh
IIMPOKYIO0 MOP(OJIOTUYECKYIO TTOJIMBAPUAHTHOCTh. B
30HE OOoralleHus, B CIy4yae e HaJIM4us, MOTYT pac-
roJyiaraThCs OT OJHOTO JI0 MSTH Mapakjanues. B 3o0He

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 2. CxeMa CTpoeHUs MOJIULUKINIECKOTO MOJIUKap-
nuyeckoro noodera P. imbricata. 1 — mmouka.

COLIBETHSI MOXKHO Ha0JII0AaTh OT OJJHOTO TEPMUHAJb-
HOTO LIBETKAa 0 auxa3us ¢ 15 1 6oJjiee IBETKaMU.

ITocne okoHuyaHus (a3bl LBETEHUS U TIOAOHO-
IIEHUs] MOHOKapIUYeCKWil AUUUKIUYECKUI Tober
nepexoauT K ha3e BTOPUYHON AeSITEeIbHOCTH, B IIPO-
1iecce KOTOpOi Bce 4aCcTU mobera Bblllie 30HbI BO300-
HOBJICHUSI OTMHUPAIOT, XU OCTACTCSI TOJIBKO HIDKHSIS
IJ1arnoTpoIritHass 4acTtb, KOoTOpass BXOOUT B COCTaB
MHOTOJIETHUX OCeii MOAYIIKOBUIHON JEPHOBUHKMU.

AXTMBHOE BETBJICHHE B IIpoliecce moberooopaso-
BaHUSI CBSI3aHO C HaJIMYMEM OOJIbIIOTO KOJIUYECTBA
Moyek M ITo0eroB BO300HOBICHMS. B cpennem Ha
KaXXJIOM 1IBETYIIIEM MOHOKapIIMyecKoM Iobere pas-
BUBAETCS OT OJHOTO OO YeThIPeX M00EeTOB BO3OOHOB-
geHust (puc. 9). YHuBepcaJbHBIM MOAYJIEM IJIsI
M. hirsuta subsp. oreina MOXHO CYUTATh TULTUKIAYEC-
CKUII MOHOKApINYECKHA TT00eT.

IToGeroBeie cuctembl M. setacea HapacTalOT IO
CHUMITOIVAJIBHON IIMHHOMOOETroBOM Mopeir. Bep-
TUKAJbHO paCTyIlllU€ MOHOKapIuyeckrue Ioderu
WMEIOT TUITMYHOE pa3AeeHue Ha CTPYKTYPHO-(DYHK-
1MoHaibHbIe 30HBI (puc. 10). Camast HUXKHSIST YacThb
MOHOKApPIIMYEeCKOro mnobera IIpeacTaBjieHa 30HOM
BO30OOHOBJIEHUSI, B KOTOPOM COCPEIOTOYEHO OOJIb-
III0€ KOJIMYECTBO ITOYEK BO30OOHOBIIEHMSI. 30HEI TOP-
MOXKEHMSI HET, M 30HA BO30OHOBJICHMSI Cpa3y Iepexo-
JIUT B 30HY OOOTallleHUsI, B HUKHEI 4acTU KOTOPOt
MOXKHO Ha0I101aTh OO0IbIIIOE KOJIUIECTBO BeTeTaTUB-
HBIX aCCUMWIMPYIOILIMX IT0OEroB, a B BEpXHEM — Ma-
paknanueB. [Tapakiiaguym MMEIOT CXOMHOE CTPOEHUE
C MOHOKAapIIMYEeCKUM I100eroM, TOJbKO B pa3HOI
Ne 5
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Puc. 3. CxeMa ctpoeHus no6eroB P. aizoides. 1 — reHepaTUBHBINA OOJIMCTBEHHBIN TTOGET.

CTEIICHU CJIOKHOCTU MOBTOPSIIOT €r0 CTPYKTYPHL: OT
HECKOJIBKMX MEXIIOY3/IUi C Na3yIIHBIMUA BereTaTuB-
HBIMU ITOO€TaMM UM TEPMUHAJIBHBIM COLIBETHUEM B
BEpPXHEM 4acTU M0 OOJIBIIOrO KOJIMYECTBA ITapakiia-
JIMeB, PaACIIOJIOXKEHHBIX Ha HMCXOIHOM Mapakjiaauu.
30Ha COLBETUS B PEOKMX CIIy4asxX IIpeAcTaBiieHa JI-
00 OTHUM TePMMHAJTBHBIM IIBETKOM, JIN0OO INXa3UEM,
CTEIIEHb Pa3BETBJIICHUSI KOTOPOI'O MOXKET OBITh pa3-
JIMYHA.

MoHoKapInuueckue Io0eru KaxKablii rof pa3BU-
BalOTCSI M3 MOYEK BO30OHOBJICHHUS B IIPUKOPHEBOM
30He pacteHus. Ilocne BereTallMOHHOIO Ilepuoaa
MOHOKAaPIIMYECKN1 TTOOET BBIIIE 30HBI BO3OOHOBIIE-
HUS TIOJTHOCTBIO OTMHMpaeT. 30Ha BO30OHOBJICHUS
MOCJIe OKOHYAHUS XKN3HEAEATEIbHOCT MOHOKAPIIN -
YeCKOro 1mobera BXOOUT B COCTaB MHOTOJIETHUX CKe-
JIeTHBIX oceil. TakumM obpa3zoM, MOXHO HaOJOIATh
aKTUBHOE 0a3MTOHHOE BETBJICHUE, B PE3yJIbTaTe KO-
TOPOTo (POpMUPYETCS PhIXJjias MOAYIIKOBUIHAS Iep-
HoBUHKa (puc. 11). YHuBepcanbHBIiI MOLyIb M. seta-
cea — MOHOLIMKJINYECKUIT MOHOKapIIMUECKUI IMoOeT.

Monenb 1Mo6erooopa3oBaHUs OITHOJETHETO pac-
teHust M. glomerata ninHHOIIOOETOBasi C OPTOTPOI-
HbIMU TToOeramu. B nenom noderu M. glomerata nme-
0T cxoxee ¢ M. setacea ctpoeHue. Ha HavalbHBIX
3Tamnax OHTOreHe3a GOPMUPYETCS XOPOIIIO Pa3BUTHIMA
IJ1aBHBIM KOPeHb, KOTOPHI COXpPaHSETCs B TeUEHUE
BCeil XXU3HU pacTeHUs. YHUBEPCAJIbHLIM MOAYJIEM
M. glomerata siBnsiercs cundnopecueHuus (puc. 12),
KoTopasi (popMUpPYETCsI B T€UEHHE MOHOIIOAUAIBHOIO
HapacTaHUSI OCH, B JaHHOM Cllydyae — MIEePBUYHOIO
nobera. CuHIOpeCHeHIINS IIpeacTaBicHa OOJb-
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IIIAM KOJIMYECTBOM XOPOIIIO pa3BUTHIX MapaKjlaaues,
B BepxXHEW CBOE YacTW MpeacTaBlecHa TEPMHUHAIb-
HBIM COLIBETUEM — AUXa3ueM U3 5—15 IBEeTKOB ¢
OYeHb KOPOTKMMHU ILIBeTOHOXKamu. Ilpm Hapacra-
HUM OEePHOBMHKHW MOXKHO HAaOJIOJaTh ME30TOHHOE
BETBJICHNE, OJlarogapsi aKTUBHOMY pa3BUTHUIO MapakK-
nmagueB (puc. 13).

OBCYXIEHUWE PE3VJIbTATOB

CooTHolEeHHE KU3HEHHBIX (DOPM M MoJeJieii mooe-
roo0pa3oBanus C yCJIOBUAMH oOuTaHusA. Bce n3yueH-
HBIe MOJEIbHBIE BUIbI, MPEACTABIEHHBIE B JaHHOM
paboTe, IBISIOTCS oOuTaTeNsIMHU rop. Tak MM mHa-
ye, UX pa3BUTHUE COIPSKEHO C ONpelaesieHHbIMU
YCIIOBUSIMU CpeNbl M BIMSIHUEM HA HUX PasIUYHBIX
abmoTnmuecknx (pakTopoB. B TOpHBIX MecTax oOuTa-
HUSI, 0COOEHHO Ha OOJIBIIUX BhICOTAX, HAOIIOIAI0TCS
KpaiiHe HeOJIaronpusITHBIE YCIIOBUS IS POCTA Hal-
3eMHBIX OpPTraHOB pacTeHuii. OrpaHUYNBAIOILIUMU
daxTopaMu pocTa MOXHO CUMTATh HU3KYIO TeMIIepa-
Typy BO3AyXa U IIOYBBI, BO3IEHCTBUE CUIBHBIX XO-
JIODHBIX BETPOB B O€3JIECHOI aIbITMICKOM 30HE, pa3-
JINYHbIE 3HaUdecKue U CosIpHbIe dakTophl. Jlis
BBDKUBAaHUSI B IIOJOOHBIX YCIOBUSIX, 0GE3yCIOBHO,
pacTeHUsIM HeoO0XoIMMO 001agaTh oIpeaeieHHBIMU
agantanygaMu. OJHUM U3 TaKUX IIPUCHOCOOICHUIA
SIBJISIETCS TTOAYIIKOBUIHAS XU3HeHHas opma. On-
HAKO cJIeAyeT OTMETUTh, YTO M3y4EeHHBIE MOAYIIKO-
BUIHBIE TIPeCTaBUTENN p. Minuartia s.1. UMeIOT pa3-
HBIE CTpaTeTMU MaKCHUMAaJIIbHO 3(P(EeKTUBHOIO IJIs
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Puc. 4. CxeMa CTpoeHUS MOJUIUKINIECKOTO MOJIUKap-
nudyeckoro mnooera P, aizoides.

MOTOOHEBIX YCIOBU MOOETro00pa30oBaHsI. DTUM 00b-
SICHSIOTCS X OGOMOPGOJIOTNUECKIE pa3Indus.

P. imbricata aBnsieTcs caMbIM BBICOKOTOPHBIM U3
pPacCMOTPEHHBIX BUIOB, €T0 MOXHO OOHAPYXXUTh HC-
KITIOUUTETLHO B aJIbIIUICKOM MOsICE, Ha JISAHUKOBBIX
MOpE€HaX, MCEJIKOKAMCHUCTBIX OCBIIIAX W POCCHIIIAX.
CrpaTerust 3Toro IMoAYIIKOBUAHOTO PACTEHUS HATIPS -
MYIO CBSI3aHa C OYE€Hb KOPOTKUM BEreTAIMOHHBIM TIe-
pUOIOM, CBOIICTBEHHBIM BBICOKOTOpbIO. TOJIBKO
P. imbricata Vi3 Bcex U3y4eHHBIX BUIOB 00JIaIacT 0~
JIMOUKIIMYECKUMMU ITOJINKaAPITMYCCKMMU MOHOITIOAU -
aJIbHBIMU OCSIMU C PEAyLUPOBAHHLIMU IO OTHOTO
LIBETKA OOKOBBIMHM TE€HEPATUBHBIMH CTPYKTYypaMH.
Takue moberu mocjie OKOHYAHUSI BEreTallMOHHOIO
neproaa He OTMUPAIOT, a BXOIST B COCTaB MHOTOJIET-
HUX yacTeii moberoBoii cuctemnl. K Tomy xe P. imbri-
cata He 00JagaeT CIIOXHBIMU, IPOIOJIKUTEIBHOE
BpeMsl pa3BUBAIOIIUMMUCS TeHEPAaTUBHBIMM IToOera-
MU, a BMECTO 3TOro (POpMUpPYeT CUIIENTUYECKUE,
OYEeHb IIPOCTO YCTPOCHHBIC TeHepaTUBHbIC IMOOETH,
Kak IIpaBUJIO, TIpeICTaBJIeHHbIE OQHUM IIBETKOM. Ta-
KOI1 LIBETOK, B CHUITY TTOJIyPO3€TOUHOM MOIENH Tobe-
roo0pa3oBaHUsl, 3aHUMAaeT TICEBAOTCPMUHAILHOE
MOJOXEHWE U JINIIb mociie (POPMUPOBAHUS CEMSH
nepexoauT B 60koBoe. TakuMm o06pa3oM, LIBETCHUE U
IJIOOOHOIICHUE MOXET NPOIOJ/DKAThCS B TEUEHUE
BCEro BEreTallMOHHOTO MepUo/Ia, IIPU 3TOM OJTHOBPE-
MEHHO MNPOUCXOIUT pa3pacTaHUe OCOOM cpasy BO
MHOTHX HaIlpaBJICHUSX BCIEICTBHE Pa3BUTUS MHO-
KeCTBa CHJUISNITUYECKUX Tooeros. K Tomy ke Bpems
dopMUpOBaHUS KaxXmoro ¢GJIopalbHOrO 3JIEeMEHTa
CYLIECTBEHHO COKpAIllaeTCs B CHIIY IIPOCTOTHI €To

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 5. CxeMa CTpoeHUs MOJIULIUKINIECKOTO MOJIUKap-
nuyeckoro noodera C. circassica.

cTtpoeHus. Jdpyrumu cinoBamu, P. imbricata akTUBHO
HapallliBaeT Ouomaccy, IIpy 3TOM 3axBaThIBasl IIPO-
CTPAaHCTBO BOKpYI ce0sl, TpOSBIsIsS CTpaTEruio
crpecc-ToepaHT-pyaepaia  (OHUIMYEHKO U AD.,
2020), omHOBpEMEHHO BBIIOJIHSISI (PYHKIIMIO TeHepa-
TUBHOTO pa3MHOXeHUsI. OTCYTCTBUE CIOXHBIX MHO-
rOLIBETKOBEIX IUXA3MEB, a TAKKE MapakjaareB Ha Te-
HepaTUBHBIX MOOerax IOJHOCTbIO KOMIIEHCUPYETCS
OOJIBIINM KOJMYECTBOM CUJIICTITUYECKUX IOOEroB,
HEMpepbIBHO (POPMUPYIOLIUXCSI B IPOLIECCE BEreTa-
LN,

Hpyrue BbICOKOTOpHbIE odbutarteau — P. aizoides,
C. circassica n M. hirsuta subsp. oreina — TaxxKe IIpe-
CTaBJISIIOT COOOIT MOMYIIIKOBUIHBIE PACTeHUS, OMHAKO,
B omyiume ot P. imbricata, GopMUpyIOT CIIeLINAIN3Y -
pOBaHHBIE BEeTeTaTUBHO-T€HEPATUBHBIE OOJIMCTBEH-
HbIe TOOETH, KOTOPhIE MOC/Ie 3aBePIIeHUS TUIOIOHO-
IIeHWST OTMUPAIOT U HE BXOOAT B COCTaB MHOTOJIET-
Hell 4JacTu TmoOeroBoil cUCTeMBbl. OTH TpU BUIA
MMEIOT NMPUHIMIIMAIRHO OTIWYHYIO OT P. imbricata
CTpaTeTHUIO POCTa, IIPU KOTOPOI HapalluBaHUE MHO-
TOJIETHUX OCEl TIPOMCXOAUT OTAEIBHO OT (PYHKIIMOHM -
pOBaHMsI TeHepaTUBHBIX TOOeToB. I1pu 3TOM pa3BuTHe
T€HEePAaTUBHBIX 1 BETeTaTUBHBIX CTPYKTYP TaKXKe Ipo-
MCXOOUT MapaJUIeIbHO, HO AE3UHTETPUPOBAHO B IIPO-
crpaHcTBe. HeobxommMocTh CyliecTBOBaHMS Berera-
TUBHBIX TOOErOB B PO3€TOYHOI (opMe, BO3MOXKHO,
NPOIMKTOBAHA CYPOBBIMHU YCJIOBHSIMUA OOWTaHUSI.
Po3zeTouHbIe T0GETU TTO3BOISIIOT UMETh OOJIBIIIOE KO-
JIMYECTBO aCCUMWIHPYIOIIMX JINCTHEB, IIPU 3TOM HeE
CUJIBHO BO3BBIIIATHCS Hall IMOBEPXHOCTHIO ITOYBHI,
YTO B YCJIOBUSIX OTKPHBITHIX BBICOKOTOPUIA MPEICTaB-
JISIETCS XKU3HEHHO BaXKHBIM. OTHAKO BCE TaK XK€ OCT-
PO cylIecTBYET IMpobJieMa KOPOTKOTO BereTalluOHHO-
Io Ce30Ha, 1, KaK CJIEICTBHE, B BEICOKOTOPhE, BIIPO-
yeM, Kak M B JpYrdx cOOOIIECTBaX, BO3HUKAET
KOHKYPEHIINS 3a ONbUINTEIIe cpean pacTeHuid. JIns
0OoJjiee yomayHOTO 3KCIIOHMPOBAHMS CBOMX IIBETKOB
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Puc. 6. Cxema cTpoeHust: a — reHepaTuBHOro 1mobera C. circassica, 6 — BApUAaHTOB TEPMUHAIBLHOTO COLIBETHS T€HEPATUBHOTO

nobera, 6 — TepPMUHAJIBHOTO COIIBETHSI C TTapaKjiagreM B 30He oboraiieHus. | — HKHsIsI 30Ha TopMoxkeHus, 11 — cpegHsist 3oHa
TopMmoxeHus, 111 — 3oHa oboramenus, IV — 3oHa colBeTus. | — TepMUHaAIBHOE COLIBETHE, 2 — MapaKIaauii.

a 0
6

Puc. 7. Cxema ctpoeHust nepHoBUHKU C. circassica. I1opsinku BeTBJIEHUS Oceil yKa3aHbl TOJIBKO Ha JIEBOI YaCTH CXEMBI.
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Puc. 8. CxeMa cTpoeHUSI: @ — TUKIIUKIMIECKOTO MOHOKapITmYecKoro nnodera M. hirsuta subsp. oreina, 6 — BApUAaHTOB TMXa31eB
U pacHojIOXeHUs MapakjiainueB Ha MOHOKapIIMuecKoM mobere. I — 3oHa Bo3oOHOBeHMs, I — cpeaHsisi 30Ha TOPMOXKEHMS,

II1 — 30oHa oborameHust, IV — 30Ha couBeTHsI.

tst ontelnnTenieit P. aizoides, C. circassica m M. hirsuta
subsp. oreina GOpMUPYIOT TeHEpaTUBHBIE MOOErU C
JJIUHHBIMA MEXIOY3JIUSIMH, BBIHOCSIINE IBETKU
HaJ TMoBepXHOCThIO Toayiek. ITomoOHoe pa3Hece-
HHE B IIPOCTPAHCTBE (HPYHKIMOHAIBLHO Pa3IMYHBIX
CTPYKTYp SIBIISIETCSI TIPUMEPOM AaJAlTUBHOTO KOM-
MIpOMICCa, B KOTOPOM MHOTOJIETHEE TeJIO PACTeHUSI Cy-
ILIECTBYET B PO3ETOUYHOIT (hopMe, UTO MO3BOJISIET HAU-
ooisiee “KoM@pOpTHO” pa3BUBATHCS B BEICOKOTOPHBIX
YCJIOBUSI, a TeHEpPAaTUBHBIE CTPYKTYPhl Pa3BUBAIOTCS
WHaye, Mo TUMY nobera ¢ MIMHHBIMYA MEXIOY3JTHSI-
MM, 4TO pellaeT MNpoOJeMy € SKCIOHMPOBaHUEM
LBETKA IJIST oNbLInTeNIs. IToMruMoO 3TOTO, TeHEpaTUB-
HBI TTO0ET ¢ JIMHHBIMU MEXIOY3IUSIMU TTO3BOJISIET
CcO3JIaTh HECKOJIBKO CTPYKTYPHO-(PYHKIIMOHAIBLHBIX
30H, BKJIIOYAs 30HY OOOTalleHUsI ¢ HMapakKIagusMU.
MMeHHO Tak 3a4yacTylo pelraercs rmpoodjieMa HeMHO-
TOYMCJICHHOCTA Pa3BUBAIOLIUXCS MOOETOB. 3a CYeT
Cco371aHUS OOJIBIIOro KOJIMYECTBA MapakKiaaueB, Kak
y M. hirsuta subsp. oreina, o0lliee KOJTMYECTBO 1IBET-
KOB CYIIIECTBEHHO YBEIUUYNBAECTCS.

IMTpuHIMIIMATBHO MHAs cTpaTerusi pocra HabJIo-
naercs1 y M. glomerata v M. setacea. DTn nBa BUIa
o0uTaloT B 0oJiee OJIarONPUSITHBIX YCI0BUSIX. Berera-
LIMOHHBIN MEPUOJ CYIIECTBEHHO JIMHHEE, a TakXKe
OTCYTCTBYIOT TaKue HeOJaronpusTHole (haKTophl,
KaK XOJIONHBbIE IITOPMOBBIE BETpa W KPUTHUUYECKU
HU3KUE IJIs pocTa TeMnepaTyphbl. BeienctBue aToro
HaJluuMe PO3E€TOUYHBIX MOOETOB U IMOMYIIKOBUIHOM
XKN3HEHHOM (POPMBI TIepecTaeT ObITh CTOJIb aKTyalb-

JKYPHAJI OBLIEN BUOJIOTUU

HBIM, KaK B CJIy4ae ¢ BBICOKOTOPHBIMU PEICTaBUTE-
MU p. Minuartia s.1. X0OTs1 3TU pacTeHUsT pa3jinya-
FOTCSI IO CPOKY ku3Hu (M. glomerata — OMTHONETHUK,
M. setacea — MHOTOJICTHHUK), MOZEJIb TOOEroo0pa3o-
BaHUSI U CTpaTETUsI pOCTa Y HUX CXOOHbIe. Pa3Burue
MOHOIMKINYECKNX MOHOKAPIIMYECKNX IT00ETrOB B
Havajie BereTalMOHHOIO Mepruoja Mo3BOoJsIeT 3a KO-
POTKUIi CpOK C(hOpMHUPOBATh F'eHEepPaTUBHbBIEC ITOOETH,
KOTOpHIE, B CBOIO OUepeab, 00Jiamas XOpOoIlIo pa3BU-
TOM 30HOI oOoramieHusi U O4YeHb KOPOTKOM 30HOIA
TOPMOXKEHUSI, HECYT Ha cebe MHOTOYMCJIEHHBIC IIa-
paknaguu. Pa3Butue mapakiagueB Oa3uIleTajabHOE,
YTO IIO3BOJISIET IIPOJIOHTMPOBATh LIBETCHHE KaxKIOM
ocob6u. Bo BpeMs1 TNIOZOHOIIIEHUSI MOHOKAPITMIECKO-
ro nobdera mapaxkjaauii, pacIojJOXeHHbIA Ommxke K
TePMUHAILHOMY COLIBETUIO MOHOKAPIUYECKOIO I10-
Oera, HaUMHAET 3allBeTaTh, HA CMEHY eMy IocJjie 3a-
BEpIICHUS LIBETCHUS JOXOAUT 10 3aBepllaloleii cTa-
IVW Pa3BUTHUS NMapakiaaauii, pacIOJOXeHHBI HIDKE
HETO, 1 TaK IIPOJ0JIKAETCsI 1O KOHILIa BEreTallMOHHOTO
nepuona. Takum odbpa3oM, IBETeHHUE KaxKI0Iro pacTe-
HUSI CYILIECTBEHHO IIPOJOHTMPOBAHO BO BPEMEHMU.

OcHOBBIBasICh Ha BhIIIIECKaA3aHHOM, MOXKHO I'OBO-
pUTh O TpPeX CTpaTerusXx moberoodpa3oBaHUS IJISI
U3Yy4YeHHBIX BUIOB p. Minuartia s.l.: 1) mo tumy
M. imbricata ¢ dopMupoBaHUEM NOJIULMKINYECKUX
MOJUKAPIIMYECKNX MOHOIIOIMAILHBIX OCEil C pemy-
LIAPOBAHHBIMU OO OJHOIO LIBETKA OOKOBBIMU I'eHE-
paTUBHBIMHU CTPYKTypaMu; 2) 1o Tuny M. circassica c
pPa3BUTHUEM PO3E€TOYHBIX BEr€TAaTUBHBIX II00ETOB U
Ne 5
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Puc. 9. Cxema ctpoeHust AepHOBUHKU M. hirsuta subsp. oreina. 1 — IpONIJIOTOAHUIA OTMEPILUIA TTOGET.

FOY

e 11

LYY

Y4

Puc. 10. Cxema cTpoeHUsI: @ — MOHOKapIIUIecKoro rmobera M. setacea, 6 — BApUaHTOB TEPMUHAIIBHOTO COLBETHS. | — 30HA BO3-
obHoBneHus, 11 — 3oHa ob6oramenus, 111 — 3oHa couBeTns. 1 — couBeTHe.

Ma3ylIHbIX BereTaTMBHO-T€HEPATUBHbBIX IMOOETOB C Buomopdosiornyeckue XapakTepucTHKH B TAKCO-
JUIMHHBIMU MEXI0Yy3JIusIMU; 3) no Tuny M. setacea ¢ = Homuu poaa Minuartia s.1. 1 BO3MOXKHbIE ITyTH 3BOJIIO-
0o0pa3zoBaHMEM MOHOLMKINYECKUX MOHOKapIiMye-  IHMM XKu3HeHHbIX hopM. B pesynbrate Guomopdoornye-
CKMX TTIOOETOB. CKOTO aHaJT3a MONEJIGHBIX BUIIOB CTAJIO0 OYEBUITHO, YTO

XYPHAJI OBIIIEM BUOJIOTUM  Ttom 82 Ne 5 2021
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Puc. 11. Cxema cTtpoeHus1 TepHOBUHKM M. setacea. 1 —
30Ha BO30OHOBJICHNS, 2 — MHOTOJIETHSISI YaCTh PACTEHUSI.

CYIIIECTBYET HECKOJILKO MOJIETIeil Toderoo0pa3zoBaHUsI
(Tabx. 2), xapakTepHbIX 1 p. Minuartia s.1. I1o mo-
JIeKynsipHO-reHeTndeckuM naHHbM (Dillenberger, Ka-
dereit, 2014), P. imbricata n P. aizoides sABISIOTCS
OJIM3KOPOIACTBEHHBIMI BHAAMU, PACIOJIOXEHHBIMU
B OIHOI Kjane, YTO IOCIYXWJIO OCHOBaHUEM IJIs
000C00IeHS 3TUX BUIOB B OTASIBbHBINA poa. MOXHO
OTMETUTh, UTO JIJISI ITUX IIpeICTaBUTEIICHi XapaKTepHa
OOMHAKOBasI MOAEJb IT00erooopa3oBaHUs — MOHO-
noauanabHas nojrypoderounas. ns C. circassica, Ko-
Topasgs 1O (GUJIOTeHEeTUUYECKUM HaHHBIM MMeEeT
000CO0JIeHHOE TT0JIOXKEeHUE Ha (DUIIOTEHETUYECKOM
JIpeBe, HO paHee MpMHajexanda K TOU XKe CeKIIUU,
YTO U NIpeAcTaBuTeNu p. Pseudocherleria, CBOiCTBEH-
Ha MOHOMNOAWAaIbHAS PO3€TOYHAsI MOIEJIb IT00eroo0-
pazoBaHus. MonenbHbIe BUIbI, KOTOPbIE OTHOCSTCS
HeITocpeaCcTBeHHO K p. Minuartia s. str.. M. hirsuta
subsp. oreina, M. setacea — 061aga10T CUMIOOUATIb-
HBIMM MOJIE/ISIMU I100eroo6pa3oBaHusI 1 MOHOKAap-
NUYECKUMHU IToOeTaMU ¢ TUIIMYHEIM pa3ieIcHUEM Ha
CTPYKTYPHO-(YHKILIMOHAIBHBIE 30HbI. Takum obpa-
30M, MOXKHO TOBOPHUTb O TOM, YTO HOBEIE CellapaTHEIC
TPYMIIbI, OMMCAHHBIE B paHIe POAOB, 00JIaga0T MHbI-
MU cliocob6aMu HapacTaHUsI U MOAESIMU ITOOErood-
pa3oBaHUsl.

IMosiBieHne B MOOETOBOI CUCTEME MOHOKapITuye-
ckoro 1nobera B p. Minuartia s.1. MOXXHO acCOLIUMPO-
BaTb C TIEPEXOAOM PACTeHUl K CUMIIOAUATbHOMY
CIIoco0y HapacTaHUsI, YTO SIBJISIETCST O0Jiee IBOJIIOLIN -
OHHO npoaBuHYyTOM yepToii (Hemonyxko, 1997). Ha-
pactaHue 3a cueT OOKOBBIX ITOYEK COIPOBOXKIACTCS

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 12. Cxema ctpoenust cuHbiopectieHuu M. glomer-
ata ¢ napaxkjaausiMu U BEpXYyIIEUHbIM COLIBETUEM.

OMOJIOXXEHMEM BHOBb BO3HUKAIOILIE OCH MO CpaBHE-
HUIO C OCBIO TIPEIbIIYIIEro MOPSIAKa, M YeM HIXKEe Ha
rmobere pacrioyiaraeTcsl 3aMelrarponiasi 60KoBasi Mou-
Ka, TeM CUJIbHee OMOJIOXEHUE TT00EeTOBOI CUCTEMBI,
a 9TO, B CBOIO ouepellb, MPUBOIUT K YCUJICHUIO BeTe-
TAaTUBHOTO Pa3MHOXKEHUSI, YBEIMYECHUIO OOIIIEi PO~
JIOJDKUTETBbHOCTH KM3HU PACTEHUSI, a TAKXKE YCKOPEe-
Huto ero pa3Butusi (CepeOpsikoB, 1954; XoXpsiKoB,
1975). Takum oOpa3oM, MOXHO MpeamnojaraTb, 4To
CYLIECTBYEeT DBOJIIOLIMOHHASI TEHACHLUS OT Oojee
MPUMUTUBHON MOHOMNOAVAILHOM MOIENIN TOOET000-
pa30BaHUs C MOJIUKAPIIMYECCKUMU TToGeraMu K CUM-
MOAUAJIBHON 1 (POPMUPOBAHUIO SBOIIOLUOHHO IIPO-
JBUHYTBIX MOHOKAPITUYECKUX TTOOETOB.

BbIBO/IbI

ITo pesyabraraM MpPOBEAEHHOIO WCCACIOBAHUS
OIMMCAaHbl TPU MOJAEIN IT00eTro00pa3oBaHUS TSI MO-
JIeJIbHBbIX BUIIOB:

1) dnst P. imbricata, P. aizoides xapakTepHa MOHO-
MOAKMajIbHasl MOJYPO3eTOYHASI MOIE/Ib;

2) IlpencraButrenu Buna C. circassica UMeOT MO-
HOIOJMATIbHYIO PO3€TOUHYIO MOJENb 1106erooopas3o-
BaHUS;

3) IpencraButenu BuaoB M. hirsuta subsp. oreina,
M. setacea 061a1a10T CUMITOTMATEHBIMUA MOZIEJISTMU TT0-
OGeroo0dpa3oBaHUsl C MOHOKAPIYECKUMU TOOEeraMu.

BrisiBiaeHbI TpU cTpaTeruy moderooopa3oBaHUs Y
MOZEJIbHBIX BUIIOB:
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Puc. 13. Cxema cTtpoeHust nepHOBUHKU M. glomerata.

1) mo Tunty M. imbricata c hopMHUpOBaHUEM IIOJIM- 2) mo tuny M. circassica ¢ pa3BUTHEM PO3ETOY-
HUKINYECKUX TTOJIMKAPIUYECKUX MOHOIIOAUAIBHBIX ~ HBIX BereTaTUBHBIX ITOOETOB M Ma3yIIHBIX Berera-
oceil ¢ peAyLMpOBAaHHBIMU IO OOHOTO IIBETKA OOKO- THUBHO-TEHEPATUBHBIX MOOETOB ¢ IJIMHHBIMU MEX-
BBIMU Te€HEePaTUBHBIMU CTPYKTYypaMMu; IOY3JIUSIMU;

Taommma 2. bruoMopdonoruss MoneTbHBIX BUIOB

Bun Monenb mo6erooopa3oBaHus YHuBepcaJbHbI MOAYJIb
Pseudocherleria imbricata MoHononuanbHast IMonuuukinyeckune noaIuKaprnuIeckrue MOHO-
MTOJTypO3eTOYHas MTOOVAJIbHBIE OCH C PETYIIUPOBAHHBIMU 1O
OJTHOTO 1IBeTKa GOKOBBIMU T€HEPATUBHBIMU
CTPYKTYpaMM
P. aizoides MoHornonuaabHast [MTonuuukanyeckre moJuKaprnmyeckKrue MOHO-
MOJIypO3eTOYHast MoauaabHbIE OCU CO CIeLMaTNn3UPOBAHHBIMU
BEereTaTUBHO-TeHEePaTUBHBIMU MOOEraMu
Cherleria circassica MoHomnonuaibHasi po3eTouHast TMonmuuukinyeckre noJruKapnuieckue MOHO-

noauaJbHbIC OCU C TMIUKIIMYECKMMU BETCTa-
TUBHO-T€HECPATUBHbBIMU noberaMmu

Minuartia hirsuta subsp. oreina | CumMnoauaabHas OJIypO3eTOIHAS JVIMKINIeCKIN MOHOKAPIIMUEeCKHIA mooer

M. setacea

CumMItognaabHasI IJIMHHOIIO0EeTroBast M OHOUMKIMYECKUIA MOHOKapHI/I‘ICCKI/Iﬁ nober

M. glomerata

JlnmumaaOono6eroBast ¢ oprorponHbiMu | CuHMIOpecLeHIS
rnmobderamu
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3) mo Turty M. sefacea ¢ 00pa3oBaHUEM MOHOIIMK-
JIMYECKUX MOHOKAPITUYECKUX MOOETOB.

B p. Minuartia s.l. oTMe4eH >BOJIOLIMOHHBINA
TPEHI K IIepexony OT 0ojiee IPUMUTUBHON MOHOIIO-
JIMaTbHOM MOJEIN IT00eroo0pa3oBaHusI K CUMITONU -
aJIbHOI, a Takke (pOpMHPOBAHMUIO MOHOKAapIIMYe-
CKHX IT00EroB.

Ucnonn3oBanme 6mMoMopdoaornn B Kiraccugu-
Kauuu Minuartia s.l. TO3BOJIUT clieNaTh OoJiee perpe-
3€HTAaTUBHBIC 3aK/II0OYEHUS O CHUCTEMAaTHMKE poaa B
1I€JIOM.

Pabota BbIMOJTHEHA B paMKax TeMbl “AHaliu3
CTPYKTYPHOIO M XOPOJIOTMYECKOrO pa3HOooOpa3usl
BBICIIIMX PACTEHUI B CBSI3M C IIpOOJIieMaMy UX QPUIIO-
TeHUU U TAKCOHOMUM; IIPOOJIEMbl 3KOJIOTUX TOpoaa

n ycroitumBoro pasputusi” (Nel2-2-21, Howmep
LHUTUC: 121032500084-6).
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Bio-morphology in plant taxonomy, with Caucasian Minuartia s.l.
(Caryophyllaceae) as a case study

S. G. Zaychenko* *, A. S. Zernov* **

4 Lomonosov Moscow State University
Leninskiye Gory, 1, bld. 12, Moscow, 119991 Russia
*e-mail: zaychenko_so@mail.ru
**e-mail: zernov72@yandex.ru

The taxonomy of plants requires a comprehensive approach to implement and fulfill its tasks. The current
prevalence of molecular genetic methods in taxonomy does not negate the need to search for new taxonom-
ically significant characteristics. Bio-morphology can serve as a source of fundamentally new traits in plants.
This study is devoted to researching the possibilities of using bio-morphological approaches in the taxonomy
and phylogeny of plants. The main features of alpine plant structural organization in relation to the determi-
nation of their taxonomic status and possible ways of biomorph appearance during the process of evolution
were reviewed based on the Minuartia s.1. (Caryophyllaceae) genus, which is a polyphyletic group. Modular
organization, which is a more modern approach, was used for the analysis of plant shoot formation. The term
“universal module” was used to compare sections of shoot systems in different species. Research materials
were collected in the North Caucasus in 2016—2019. Model species were selected according to their system-
atic position within the genus, as well as the presence of significant ecological differences, and, as a result,
different habitus. Some of the species are alpine plants and are distributed on cliffs from the mid-forest to the
alpine belts. The selected genus representatives have varying degrees of rosette formation: semi-rosette mo-
nopodial axes with lateral generative structures (M. imbricata), semi-rosette axes with vegetative-generative
shoots (M. aizoides), and rosette axes with dicyclic vegetative-generative shoots (M. circassica). The universal
modules for the above species are the polycyclic polycarpic axes. Two more species are grasses with sympodial
growth, but are semi-rosette (M. hirsuta subsp. oreina) and long-shooted (M. setacea) with typical monocar-
pic shoots as the universal modules. Special attention was given to the annual M. glomerata from the cliffs of
the mid-forest belt. According to the results of the study, three different growth strategies were identified in
the model species, and different trends of monopodial and sympodial growing grasses were described. Due
to the identification of universal modules and other bio-morphological characteristics of these model species,
it becomes possible to use the obtained data for taxonomic purposes.
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OcobeHHOCTH 3aBUCHMOCTH (PpaKTaTbHOTO mapametpa (N,

H,) MHOXECTBA TOYEK OT YKCJIA IPYIII (N,) U TOYeK

B IpyIIe (1,) MOIIM CTUMYJIMPOBATh 00pa3oBaHKe Tl/lﬂaKOl/U],OB Hecyiux orocrcteMsl PSI u PSII, B mporiecce
SBOJTIOLIAN L[I/IaHOGaKTCpI/II/I Ecim konmyectsa rpym N, yBeTMUMBATIOCH PU (I)I/IKCI/IpOBaHHOM KOJIMYECTBE TO-
Y€K 1, (2—3, IMMEpBI, TPUMEPBI) Ha TPYIIIY, TO Bmprya.nbﬂbm oOLwmii pasmep H ~ (Ngn )1 H poTocuHTETUECKOTO
annapaTa IIMAaHOOAKTEPHIT MOT CTaTh BO MHOTO pa3 GoJIbllle, YeM OrpaHMIeHHBIN pa3mep caMoii 6akrepyn. O6-
CYXXIal0TCs1 OMyOJIMKOBAaHHbBIE SKCTIEPUMEHTAIbHbIE TaHHBIE, TOATBEPXKAAIOLIVE CIPABEUTMBOCTb 3TOTO BLIBO/A.

DOI: 10.31857/S0044459621050055

B paGortax B.B. TIammuxkoro (Ilammuxwuii, 2016;
Galitskii, 2016) mokazaHO, YTO pacIpPOCTPaHEHUE
MoJeau JUMHAMUKU 3eJIeHO 6uomMacchl B nepeBa 1o
dbpakranbHOMY TTapaMeTpy |, CBSI3BIBAIOIIEMY OMO-
Maccy u pazmep H KpoHBI IepeBa

B~ H" (1)

B nuamnasoHe U (0, 1) aeMOHCTpUpyeT HaIuuue BeTBeit
MEePBbIX TPEX MOPSIAKOB B 3TOM Avana3oHe, COOTBET-
cTByIoIIeM (OTOCHMHTE3UPYIONIEH OMoMacce B BHIC
TOYEYHOIro MHOXecTBa (puc. 1). DTOT yIUBUTEIbHBINA
Ha TIepBbIil B3IJISIA BbIBOA MOXKET, OQHAKO, paccMar-
pUBaTbCsl KaK OYEpeIHOe MOATBEPXKIEHNE SHAOCHUM-
OMOTUYECKOI TEOpUU MOSIBICHUS W IBOJIOLMU Opra-
Hu3MoB (Maprenuc, 1983) 1, B YaCTHOCTU, paCTeHUIA.
Takoe 3akioueHue cienyet U3 Toro ¢akra, 4YTo pas-
Mepbl X03sIMHA YHAOCMMOMO03a 1 €T0 CHMOMOHTOB pa3-
JIMYAIOTCS HE MEHee YeM Ha TpM Mopsijaka, T.e. CUM-
OUMOHTHI MOTYT pacCMaTpUBaTbCsl KaK MaTeMaThyde-
CKMEe TOUYKM, a Takas cucrema, BOOOIIE TOBOpS,
COOTBETCTBYIOLLAs (PpakTaaTpHOMY nrana3oHy W (0, 1),
U MOXET SIBJISAThCS OOBEKTOM UCCIIETOBAHUS METONA-
MM (ppakTasibHO reomeTpuu (Denep, 1991).

O ®PAKTAJIbHBIX CBOMCTBAX
PACTYIHETI'O MHOXECTBA TOYEK

PaccMmoTpeHmne reoMeTpruuecKux CBOICTB TaKUX
ToueuyHbIXx MHoxXecTB ([ammuukwmii, 2016; Galitskii,
2016) mokas3ajio, YTO OHU MOTYT OIPENe/IsATh XapaK-
Tep MOPGOJOTrUYECKOl 3BOMIOLUN OHOJOTUUECKUX
opranu3MoB. W3 psima CBOMCTB TOYEUYHBIX MHOXECTB
HamOoJjIee BaXKHOE IJIST JaJbHEHIIero — pagnKaabHO
pasnmyHoe noseneHue pyHkuuu u(log,N,) B 3aBucu-

MOCTU OT TOTO, KaK YCTPOEHO PAaCTYILIEe epynnosoe
MHOXeCTBO (puc. 2).

Ecnu npu yBeJIMYeHUM CYyMMapHOTO KOJMYeCTBa
TOYEK NV, YUCIIO TOYEK B IPYIIIIE HE MEHSETCS U POCT
N, = Ngh, IPOMCXOMUT 3a CYET POCTA YUCJIA TPYIIIT N, TO
W YMEHbIIIAETCsl, CTPEMSICh K HEKOTOPOMY 3HAYeHUIO
W, ). [pu n, g, = 2 310 3HAYEHUE PABHO W(7, fy) ~
~0.25 1 ¢ yBEJIMYEHUEM 71, p;, COOTBETCTBYIOILIEE TIPE-

Ip;
12 | 5 #19
Ipi
15 /
Jj=1 f
1.0 f 2
8r 1 1 1
0250 0252  0.254
n
= N
4r 0 3
0 v
é 5
0.2 0.4 0.6 0.8 1.0 1.2

Puc. 1. 3aBucumocTb BpeMeH fp (1) XU3HU j-BeTBei
“npotoenun” B ananasoHe W (0, 1). Ha Bpe3ke B yBenmueH-
HOM MaciTabe 151 1-BeTBY IITPUXOBAst TMHUS yKa3bIBa-
€T Ha 3HayeHHUe |L B 3TOM Juana3oHe, IpU KOTOPOM MOsIB-
nsietes “BeTBb” 1-ro mopsaka (mo: Faaunkuii, 2016).
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Puc. 2. JIBymMepHble M300paXeHHUsI TPEXMEPHbIX 3aBUCUMOCTE [L(Ng, Ng) JUIsI IPYIIIIOBBIX PA3MEILECHUI MATEMATUIECKUX TOYEK
(rmo: Tanuuxwuit, 2018). IBa TUMa TpaeKTOpUii: criaaaioniue TpaCKTOpI/II/I W 115t GUKCUPOBaHHBIX 3HAYEHUH 7, i, (TOHKME
CIUIOLLHbIE JIMHUM, MaJIeHbKUE IYCThIe KPY>KKM) U PACTyLIMe TPAeKTOPUU 1Jisi GUKCUPOBAHHBIX BEJIUUYMH Ng fix (TOHKHME
MyHKTUPHbIE IMHUM), — KOTOPbIE COOTBETCTBEHHO IIPOXOSAT YEPe3 T€ Ke TOUKM C OpANHATAMHU (N, 1) U L[C.TII)IMI/I abuucca-
Mu logy (N, 1g/2). JIBa MprMepa SBOTIOLMY (PaKTATBHOTO TTapaMeTpa UIsl pasMeIleHHI (bOToanTesnpy}omI/Ix TOYEK B XOJIe
3BOJIIOLMU OT LIMaHOOAKTePpUil 0 MPOTOPACTEHUSI, COCTOSILLIME U3 BJIEMEHTOB ABYX TUIIOB TPA€KTOPUIl (TOJICTasl CILIOLIHAS
JIMHUS ¥ TOHKAsI IITPUXOBAs JIMHUS C OOIBIIIUMHU ITyCTHIMU KBanpaTamu). O6e HAaUMHAIOTCS B pa3IMYHBIX MECTaX TPACKTOPUH

g fix = 2 M MAYT Pa3IMYHBIMM NYTSAMHU K )L = 1. 3HA4EHUS [L TIPH ¥ (Lg 19 = 0.24966 1 [y3; = 0.27281, cm. * Ha puc. 1 s #19
KaK MpUMep MOJYYEHUS] 3TUX 3HaYCHUI) COOTBETCTBYIOT IByM IPYyMIaM HaTYpPHBIX JAHHBIX O MPOJOIKUTEIbHOCTSX XKU3HU
BeTBei Bcex mopsaakoB enu (LensHukep, 1994) n ux MOI[GJ'II)HOI/I untepnperaunu (Famuxwii, 2012). 7, = log, (N, / 2), rme N =
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p— 13
= Ny ng ix WM Ny gy 1y €CTH SBOJIOLIMOHHOE 2p3all-“Bpems”,

ABJIACTCA BPEMCHEM 9BOJIIOLIMU.

JIeJIbHOE 3HAY€HUE TOXE yBeauuyuBaercs. Ecium xe
MPpY yBEJIMYEHUN CYMMAapHOTO KOJMYECTBA TOYEK NV,
9KcyIo rpynn N, He MEHSIETCSl U pOCT NV, TPOUCXOIUT
3a CYET POCTa YKCJIA 1, TOYEK B IPYIINE, TO U PACTET OT
BEJIMUMHBI, TOCTUTHYTOU BAOJIb MPEABIAYIIEH TpaeK-
TOPUM TIEPBOro TUIIA, CTpeMsich K 1. DTu nBa Tuna
TPaeKTOPHi1 MOTYT CMEHSITh IPYT Apyra B XOAe MOP-
¢onornyeckoil 3BOJIIOIMU COOTBETCTBEHHO MMeEIO-
IIIMMCSI MHTEHCUBHOCTHU M KayecTBY ocBelleHMs1. Ha
puc. 2 TipelicTaBJIeHbl 1Ba MpUMepa BO3MOXHbBIX Tpa-
eKTopuii (hpakTaJbHOTO MapaMeTpa B XOJE€ DBOJIIO-
I OT IMaHOOAKTEePUii 10 MPOTO-PACTEHUSI, COCTO-
S1IM€e U3 BJIEMEHTOB JIByX TUIIOB TPAEKTOPUI — TOJ-
CTasl CIUIOLIHAS JIMHUS W TOHKAs IITPUXOBas JIMHUS
¢ OOJIBIIIMMM ITYCTBIMM KBajgpaTaMu. O6e HaUMHaIOT-
Csl B pas/IMYHBIX MECTaX TPACKTOPUHU A, gy = 2 W UIYT
pas3IUYHbBIMU OYTSIMU K L = 1. OgHa U3 HUX MOXET
OBITh MHTEPIIPETUPOBAHA KaK BapUaHT C HECKOJIbKHU-
MU TlepeMeHaMy B PeXMME OCBEIIEHHOCTU B XOIe
9BOJIIOLMU U AEMOHCTPUPYET BO3MOXHOCTh perpec-
CHOHHBIX 3TAIlOB 3BOMIOLUY (YMEHBILECHUS L), €Clu,
Hampumep, CIIeKTp CBETa CMECTHUJICS B Auaria3oH 060-
Jiee KOPOTKHUX BOJIH, a XO35IMH 3HI0OCMMOMO3a He
CMOT MpH 3TOM OOECHEYUTh TPAHCIIOPT PACTYILETO
KOJIMYECTBA YIJIEBOJOB.
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U3MEPSAEMOC YUCTIOM yZ[BOCHI/II/I N BOOJIb TpaeKTOpI/II/I T2 HE

Hanee MBI paCCMOTPUM CJIEACTBUE 3TOTO MOJEIIb-
HOIO MpPEICTaBJICHUSI O IIPUYMHE W (paKTaJIbHBIX
OCOOEHHOCTSIX SBOJIIOIMU ammapara (OTOCHMHTEe3a
IIPOTOPACTUTEILHOIO OpraHn3Ma Ha CTaauu (pUKCH-
POBaHHOTO 4Yuciaa (POTOCUHTE3UPYIOIIUX “TOYeK” B
rpyImax, Koropasi MOTJIa UIpaTh BaxXHYIO pPOJib, I10
KpaiiHeii Mepe, B UIBMEHEHUM €r0o BHYTpeHHel Mop-
¢oJIoTMM COOTBETCTBEHHO MHTEHCUBHOCTU U CHEK-
TpaJIbHBIM OCOOEHHOCTSIM OCBEILIEHUSI.

VYMecTHO crenaTh IBa 3aMeYaHusI OOIIeTo Xapak-
Tepa. Bo-nepBbIX, MpUBeAEHHOE BbIlIe (DOpMabHOE
obcyxneHue (pakTaIbHBIX CBOWCTB pacTyllero
MHOXECTBa TpYyMIl TOYeK, pa3MeIIeHHbIX B IPO-
CTPAHCTBE, UCXOJIUT TOJBbKO U3 COOTHOILIEHUS pa3-
MepoB (=103) Bcero MHOXECTBA U OTAEILHOM peallb-
HOI “TOYKM” W TOTrO, 4TO, COIJIACHO (ppaKTaJIbHOMI
reoMeTpuu, MPOCTPAHCTBEHHBIN padMep H MHOXe-
CTBa 3JIEMEHTOB, aJIMTUBHO BKJIAJbIBAIOIIINX HEKUE
pe3ysabpTaThl CBOEro (hyHKIIMOHUPOBAHUS B COOTBET-
CTBYIOIILYIO (DYHKIIMIO BCEFO MHOXECTBa, CBS3aH C
KOJIMYECTBOM NN, 3JIEMEHTOB MHOXECTBA CTENEHHBIM
COOTHOILLIEHUEM

N, ~ H", )
rme W — dpakranehbiii napamerp (Pemep, 1991).
dopMabHbIii XapakTep 3TOT0 COOTHOIICHHUs MIpHU
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YKAa3aHHBIX YCIIOBUSIX ITO3BOJISIET MPUMEHSTH €ro K
00BEKTaM pa3sHOM MIPUPOALI U ITPOUCXOXIeHUsI. Bo-
BTOpHBIX, cortacHo b. MaHnensopory (1988), “dpak-
TaJl — CTPYKTYpa, COCTOSIIASI U3 YacTeil, B KAKOM-TO
CMBEICTIe TIOHOOHBIX Lejomy” (Penmep, 1991, c. 19), u
5TO CYLIECTBEHHO IJIS MCCIIeMOBaHUI (hOTOCUHTE3a
Ha BCEX YPOBHSX e€ro opranmsauuu. B dacTtHocTH,
3TOMY ONpeAeeHUIO YIOBIETBOPSIET Psii MHOXKECTB:
JIUCThSI PACTEHU, XJIOPOTLJIACTHI B JIUCTBSX, (POTOCH-
crembl PSI n PSII B Tuorakommax mmaHo6akTepuii n
rpaHax XJOPOILIACTOB.

Ob OTPAHUYEHNUN POCTA PASMEPA
AIITTAPATA ®OTOCHUHTE3A

B cBs13u ¢ mipenenbHOI MPOCTOTOI (ppaKTaIbHOM
MO HAOCUMOMO03a, MPEICTaBICHHOM BhIIIE, OYe-
BUIHOE HaJIM4ME IBYX BapUaHTOB MOBEACHMSI MOIEIU
TpeOyeT 00CYKICHMS C TOYKU 3pSHUST BO3MOKHBIX TP~
YYH M BapMaHTOB MOBEACHUS PEaJIbHOIO OMOJIOrHYe-
CKOro 00beKTa — (DOTOCUHTEZUPYIOIIETO SHIOCUMONO-
3a. JInst pa3rpaHU4eHsI 3TUX IBYX BApMAHTOB B CJTyvae
5HI0CUMOKO032a, TO-BUAUMOMY, TOCTAaTOYHO MTPEATON0-
JKUTB, YTO TIEPBBIi (C puKcalmreii yncna n, hoTocHHTe-
3UPYIOIINX “TOYeK” B TPYIIIE) peaM3yeTcs, II0Ka It
YBEJIMYECHUS M, XO3SIMH S9HIOCUMOKMO3a He MMeeT HeOO-
XOIMMBIX YCJIOBUM, HaIlpUMEpP, HE CO3MacT HEOOXOM1-
Mo nHppacTpyKTyphl (lamukwuii, 2016). OueBUIHO,
YTO MCXOOHO XO3SIMH HE MMEET BCEr0 HeoOXOOMMOTO
TSl YBETIMYEHUSI A, piy, U TIOCKOJIbKY OH 3aUHTEPECOBAH
B IOTTOJTHUTEILHOM 9HEPTUU OT CUMOMOHTOB, IIPOMCXO-
JIUT IO MePe BO3MOXKHOCTH 3KCTEHCUBHBII POCT YMCia
N, 3a cyer yBenmueHus yucna rpynn N, OnHako, Kak
BUIIHO U3 PUC. 2, TaKOE YBEJIMUEHUE HE TIPOUCXOIUT Ja-
POM — OHO COIIPOBOXIAETCS POCTOM pa3mepa (poTo-

1
CUHTE3UPYIOLLETO amnrapara IMPOIOPLMOHAIBHO N p/ "

IIe L MOXKHO OIPEIESUTD TI0 COOTBETCTBYIOIICH 7, iy~
KpuBOii (puc. 2). Tax, 1npu n, 5, = 2 (TOJICTast JUHUSA) U
HE CJIMIIIKOM MaJIOM YucJie Tpyrit, Hanpumep N, = 1000,
napametp W = 0.25, U 3TO 3HAYUT, YTO NIPU YABOCHUU
Yrclia TOYeK pasMep amrapara (oToCHMHTe3a HOJDKeH
YBeIMUUThCA B 16 pa3. Ecin xo3s11H, pa3Mepbl KOTOPOTo
HEU3MEHHBI, HE MOXKET BMECTUTbL TaKOil armapart, TO
BO3HUKAET HEOOXOMMMOCTb 3BOJIOIIMOHHBIX HM3MEHE-
HUI1 X03siMHA 1 cMMOMOHTOB. Kak Oymer 1mokasaHo HU-
Ke, TaKre U3MEHEHUSI MOIJIN, IO-BUAMMOMY, HA4aThCsI
eme 10 MOpQOJIOrMYecKOro M (PyHKIIMOHAIBLHOTO
oopMiIeHUsI TpaH B XJIOpOIUIACTaX M3 ObIBIIMX LIM-
aHOOaKTepUil MyTeM ITOSIBJICHUSI, YBEIMYCHUS Yuciaa U
00BEIMHEHMS B IPOOOpPa3bl CTEKOB YK€ MMEBIIMXCS K
TOMY BpeMEHH B IIMAHOOAKTEPUSIX TIJIAKOUIOB, HECY-
11X COOCTBEHHO “Touku” — porocuctemsl PSI u PSII.
I'paHBbI y2Ke MOIVIM MOSIBUTHCS TTOC/IE BKIIFOYEHUS TIpE-
KOB HBIHEIITHUX IMaHOOAKTEPHIT B SHIOCUMONO3HI, TT0-
JIyauB (popMy TPEXMEPHOTO CTeKa TWIAKOWIOB, OOBU-
TOIr0 OOBEAVHSIONICH MX CIUPAJIBbHON JaMeJUISIpHOM
MeMOpaHoii, GyHKIIMU U KOHKpeTHas1 (hopmMa KOTOPOii
SIBJISIIOTCS] TIPEIMETOM ITPOAOJDKUTEIBHOM TUCKYCCUM
(Mustardy, Garab, 2003; Bussi et al., 2019).

JKYPHAJI OBLIEN BUOJIOTUU

TAJIULIKUN

TUJITAKONAbl BOSHUKIIN N3-3A
OIPAHUMYEHHOCTHU PASMEPA
HUAHOBAKTEPHUM

BroimreckazanHoe IpencTaBiisieT COOOW MWHM-
MaJIbHYIO MOJIeJIb SHIOCUMOUOTUYECKOTO MOSBICHUS
npotopactenust ([ammukuii, 2016), OMMCHIBAIOIIYIO
MOP(OIOIrMYECKIiI acleKT IMpoliecca, B KOTOPOM
Y4acCTBOBAJIM ABE CTOPOHBI — IIPENKHA IUAHOOAKTE-
puiit u xo3simHa-aMmeObl (Nozaki, 2005) — yxe 1po-
LIeAIIe, BOOOIIE TOBOPSI, ONpeIeJeHHbIE 3Tallbl
sBoJiIonMU. J1j1s1 InaHOOAKTeprid, yKe CTaBIINX CUM-
OMOHTaMM, 3TU 3TaIlbl PacIIojlaraloTCs B AUAaIla30He
(0, 1) napameTpa WU (puc. 2; Galitskii, 2018) u, kaxk
BUJHO U3 JajibHEUIIIeTo, TO-BUANMOMY, COOTBET-
CTBYIOT BEJMYMHAM A, , CYLIECTBEHHO OOJIBIINM,
YeM 2, U 3HAYEHUSIM [L, OIUM3KUM K 1.

MOXXHO TIPEANoJIOKUTh, UTO OrpaHUYEeHNE pa3Mepa
OBLIO BaXKHBIM U JIJISI IIpeaKa IMaHOOAKTepUil, KOra B
HayvaJie KICJIOPOTHOM 3pbI IIpU CJ1a00M 1, BUIUMO, 0O-
Jiee IJTMHHOBOJHOBOM CBETE€ OMOCHHTE3 TIePEeXOaI Ha
KHCJIOPOIHYIO TPACKTOPHUIO, OaKTepUU TEM WIM UHBIM
CcnocoboM  003aBOOWINCHE  (POTOCUHTE3UPYIOIINMU
KoMITapTMeHTaMu (TipotoTtunl (otocucremsl PSI) u
pa3Melaiyd X Ha BHYTPEHHEH CTOpPOHE LIUTOIIa3Ma-
TUYECKO MeMOpaHbI (HalpuMep, PeIKUii COBpEeMEH-
HbIN BUI LInaHoOakTepuii Gloeobacter violaceus sp. PCC
7421, He umeromux TwiakonnoB) (Bernat et al., 2012;
Montejano et al., 2018; Mechela et al., 2019). C poctom
yrcia (hOTOCUHTE3UPYIOIINX 3JIEMEHTOB YBEJIMUMBA-
JIoch moctymieHne sHeprun. Korma cornacHo (2) mist
pacrtyiiero amapara (bOTOCHMHTe3a He CTajl0 XBaTaTh
MECTa Ha BHYTPEHHEH CTOPOHE LUTOILIA3MaTUYECKOMN
MeMOpaHbI, pellieHre 3TOi TTPOOJEMBI, TTO-BUINMOMY,
OBLIO MOP(OJIOrMYECKIM: BHYTPEHHSISI CTOPOHA MEM-
OpaHbl — CJIOi, coaepxKaiuii porocucremMbl, — ObLI
npeobpa3oBaH IIyTeM “BOSIUMBaHUS” (UHBaAcUHAUUL,
Mullineaux, 1999; Mechela et al., 2019) (puc. 3a) pacty-
IIIETO YYacTKa, HECYIIEro U30bITOYHBIC TS TIa3MaTH -
YeCKO MeMOpaHbI (DOTOCMHTE3UPYIOIIE 3JIEMEHTHI, B
cHeLMaIbHbIf KOMOAapTMEHT — IMPOTOTUIAKOMT, HbIHE
KOHTAaKTUPYIOIIWKA (COESMUHSIIOIIMIACS) C WCXOMHOM
MeMOpaHoit B yenmpe ouoeenesa (Stengel et al., 2012;
Heinz et al., 2016) umu 30He Koueepeenuuu MeMOpaH
(Rast et al., 2019). KomnapTMeHT-THIaKoud ObLT pac-
TOJIOXKEH M pacriojiaraeTcsi y COBpeMEeHHbBIX IIMaHOOaK-
Tepuii Ha nepudeprun KISTKI BOJIM3H IUIa3MaTHISCKOM
MmeMOpaHbl (Mares et al., 2019), ncnonb3yst TakKuMm 00-
pPa3oM MaKCUMaJIbHO BO3MOXKHYIO TIIOIIA b 11 pa3Me-
eHUs! (POTOCMHTETUYECKOTO arrapara.

MexaHn3M, KOTOPBIM MOXET MPUBOIUTH K TAKOMY
“BISTYMBAHUIO”, HE U3BECTEH B LICJIOM, HO HEKOTOpbIE
€ro JeTai MOKHO JOCTaTOYHO OOOCHOBAHHO IPEAIIO-
JIOXKWTB. Tak, (ppaKTaIbHBINA poCT armapara (poToCHH-
Te3a, UCXOIHO COCTOSIIIETO 13 HEOOIBIIIOrO Yrcia, Ha-
puMep, IMMEPOB, TIPEACTABIISIIONIX COO0I IpyIIy U3
JIByX MOHOMEPOB, C pOCTOM YMCJIa TPYIII B XOzIe paOOTHI
IIEHTpa OunoreHe3a MOOJDKEH HATHU II0 TPacKTOPUU
YMEHbILIEHUS napaMerpa W (puc. 2, n, g, = 2). Ipu go-
CTaTOYHO MAJIOM €Tr0 3HAY€HUM U OIrpaHUYEHHOM pa3-
Mepe O0aKkTepuy BHYTPEHHSISI IIOBEPXHOCTb MEMOpPaHbI
OyZeT MOJIHOCTHIO 3amojiHeHa. Ecnu 1eHTp 6uoreHesa
npoaopkaeT paboTy, TO MODKEH BO3HMKHYTh KOH-
Ne 5
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Puc. 3. a — n1ByMepHasi cxeMa Havajia osIBJIEHUsI TUJIAKOWIA ITyTeM BbIIEIEHUS Yepe3 HEKMit MOCTHK YaCTU BHYTPEHHETO CJIOst
TU1a3MaTUYeckKoil MeMOpaHbl LIMaHOOAKTEPUM, coAepKallero (hOTOCMHTE3UPYIOIIME JIEMEHThI MpelKa COBPEMEHHbIX M-
aHOOAKTEepUil, He UMEIOIIEeTo (WJIM MOTEPSIBIIETO B XO/I€ BOJIOLMHU) TUJIAKOUIOB, TOIOOHO COBPEMEHHOM LIMaHOOaKTepUn
Gloeobacter violaceus sp. PCC 7421 (mo: Mechela et al., 2019, Fig. 2(d)(i)). 6 — cxemMa y4acTKOB MeMOpPaHbI B 30He KOHEEpeeHUUU
Ttunakouaos (mo: Rast et al., 2019, Fig. 6a). OM — HapyxHast MeMOpaHa; PM — ma3Matudeckast MembpaHna; PM-facing — -
JIaKOMIHBIE MeMOpaHbI, oopaiieHHble K PM; TM-facing — TrirakonmHble MeMOpaHbI, OOpallleHHBIe K IPYTUM TUJIaKOUIAM;
Cyt-facing — TakougHble MeMOpaHbI, OOpallleHHbIe K 1IMT030J110; CM — KOHBEpreHTHble MeMOpaHbl U 00JIaCThb musanca

(MIPSIMOYTOJIBHUK CO IITPUX-KOHTYPOM).

(AMKT 13-3a MOMBITKY pa3MelleHUsT (POTOCUCTEMBI Ha
yXe 3aHsTol Tepputopun. KoHdIMKT, Kak BUTHO, pa3-
PEIMIICS SBOJIIOLIMOHHBIM ITyTeM — ITOSIBJIEHEM THJIa-
Konga. MOXHO TpPenroioKuTh, YTO “BIISTYMBAHUE”
MPOU30IILIO B pe3yibTrare AedopMali BHYTPEHHEH
rpaHULIbl IIUTOIIA3MATUYECKOIT MeMOpaHbI, UCXOTHO
MMeIOIIIei TOKaIbHYIO (popMy, OJIM3KYIO K IIIapoo0pa3-
HOI (cXeMa MaTeMaTU4eCKOTO OITMCAHMSI TAKOI CUTya-
muu npeacrasieHa JII. Jlanmay u E.M. JIndiumnem
(1965)). I1pu 3TOM CyIIeCTBEHHO, YTO B X0Ie nedopmMa-
UM TpaHUIIAa MEMOpaHBI TOJDKHA JIOKAIBHO KPYTO U3-
ri0aThCs, 9YTO HAOTIOMAeTCs B peaIbHOCTH.

B padore Pacra ¢ coaBropamu (Rast et al., 2019) me-
TOIOM KPHORJIEKTPOHHOI ToMorpaduu moirydeHa 3D-
MOJie/Ib IPOCTPAHCTBEHHOIO PACIIOJIOXEHUS THJIAKO-
WOHOM M IIMTOIUIA3MAaTHMYSCKO MeMOpaH OaKTepuu
Synechocystis. MoJenb ToKa3blBaeT HATUUKUE CIUSTHUS
KOHYMKOB HECKOJIBKMX THJIAKOWIOB ¢ 00pa3oBaHUEM
CyOCTpPYKTYpbI, HA3BAaHHOI “KOHBEPIeHTHOI MeMOpa-
HOIT”. DTa MeMOpaHa MMeeT BBICOKYIO KPUBHU3HY M Ha
OTJIEJLHBIX YU4ACTKAaX BXOAUT B TECHBII KOHTAKT C TIJ1a3-
MaTHYECKOM MEMOpaHOIA, B CBSI3U C YeM aBTOPHI, KeJ1ast
MOTYEPKHYTh OMpeaeeHHOEe COOTBETCTBUE C CUHAI-
COM, Ha3BaJIi 3TOT KOHTAKT “thylapse”. Kak MOXXHO BH-
JIeThb U3 pUC. 3, BbICOKAS JIOKAJIbHAsl KPUBU3HA MMEET
CYIIECTBEHHOE 3HAYeHHE TSI 00pa30BaHUsI THJIAKOM-
IoB. B mpoiiecce o6pa3oBaHUs TUIAKOWIOB IS U3TH-
OaHMs TWJIAKOUIHBIX MeMOpaH MCITONIb3yeTCsl ceMeli-
ctBo 6e1koB CURT1 (A—D), oOHapyXKeHHBIX HETaBHO
B HEKOTOPBIX COBPEMEHHBIX [IMaHOOAKTEPHUSIX U B XJIO-
porutactax Arabidopsis thaliana (Armbruster et al., 2013;
Heinz et al., 2016). Dt 6eJlKn JTOKAIU3YIOTCS Ha Tpa-
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HULIAX TPaHbl, BbI3bIBasI U3TKM0 MeMOpaHbI 1 OIIpeeIsist
TEeM caMbIM apXUTEKTypy THIakoumHol cetu. [1pemnrio-
JIaraeTcsi, YTO OHM MOIJIM Y9aCTBOBaThb B M3rMOaHUM
CTPOMAaJIbHOM CTOPOHBI LIMTOILIA3MAaTUYECKOU MEM-
OpaHBbI IPU TTOSIBJICHUM TIePBOro TUJIAKOUAA U MCIIOJIb-
3YIOTCS U Telleph B LIMAHOOAKTEPHUSIX 1 XJIOPOIUIACTAX.
DTO KOCBEHHO IMOATBEPXKIAET MPEATOIOXKEHHIE O PO
OrPaHUYEHHOCTU pa3Mepa 1MaHOOAKTepUil B Hayajie
npoliecca GOpMUPOBAHUST CUCTEMbI X TUJIAKOUIOB.

O I'PVIIITOBBIX PASMEIIEHUMAX
OOTOCHUCTEM HA THMJIIAKOUIAX
HNAHOBAKTEPHUUN

DOTOCHHTE3UPYIOIIIMMUA ~ KOMMAapTMEHTaMU 111~
aHOOaKTepUii, KaK U UX IOTOMKOB — PaCTEHUIA — SIBJISI-
1otcst potocuctemsl PSI u PSII, a ux nBixytryro poTo-
CUHTE3UPYIOIIYIO CUJTY COCTaBJISTIOT TPUMEPHI, TUMEPbI
M MOHOMEpPBI CO CBETOCOOUPAIOIIMMU KOMILIEKCaMU-
aHTeHHaMM, KOTOpble cOOMpaloT (hOTOHBI 1 MPeodpasy-
10T UX SHEPTUIO B SHEPTHIO YI1eBo1OB. CpaBHEHNWE pa3-
MepOoB lIMaHoOakTepuii (=1 MKM) 1 MOHOMepa (=10 HM)
MOKAa3bIBaCT, YTO “TOoYeyHOEe” IPUOIIKEHIE BO3MOXK-
Ho. B oTimyue ot linaHoGaKTepruaIbHOrO 3HIOCMMOKO-
3a, JI7151 KOTOPOTO MOXHO TIpe/inosaratb CBO60IHOe pa3-
MellleHVe B TPYIIe, MYJIbTUMEPbl UMEIOT HE TOJBKO
(GUKCUPOBAaHHOE YHUCIO “TOYeK” B MWHUMAJIbHBIX
rpymnrax aMuMepa u Tpumepa, Ho, Mo-BUIMMOMY, U JI0-
CTaTOYHO XKECTKOE UX B3aMMHOE pa3MellleHrE B TPYIIIIe.

IlepBble IMaHOOAKTEpUU, yUaCTBOBABIINE B KUC-
JIOPOJHOM (POTOCHHTE3€ U CBOOOIHO KMBIIIME, MO-
no6Ho Gloeobacter, He MMeIIN TUJTAKOUIOB N pa3Me-
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mann (GOTOCUCTEMBI Ha BHYTPEHHEH ITOBEPXHOCTHU
MJa3MaTHYeCKOil MeMOpaHBI, T.e. (popMaJbHO s
HUX MBI MOXEM MCITIOJIb30BaTh Ty e (PpaKTaJIbHYIO
MOJIEIb pacTyiieil (hOTOCUHTE3UPYIOIIE CUCTEMBI H,
CJIeIOBATEIbHO, OXUIATh pasMelleHUs (POTOCUHTE-
3UPYIOLINX 3JIEMEHTOB IO JBEe-TPU TOUYKU HA TPYIIITY.

B pabote Kacemna ¢ coaBropamu (Casella et al., 2017,
Fig. 1E, F) npuBeneHb! yIUBUTEJIbHBIE TTO N€TATLHOCTH
BU3yaJIM3allMM HATUBHOTO pa3MelleHusi (hOTOCUCTEM
PSI 1 PSII B TIIakomaHBIX MeMOpaHaX IIMaHOOAKTEPHH
Synechococcus elongatus PCC 7942, nojrydeHHbIE C IPU-
MEHEHVEM aTOMHO-CUJIOBOM MUKPOCKOITUM BBICOKOTO
paszpemieHust (AFM). Dt n300pakeHrs, IO KpaitHeit
Mepe puc. 4a, TIO-BUIMMOMY, TTIOKa3bIBAIOT, YTO 3TOT pe-
3yJITaT MOJIEIMPOBaHUS (TTaApHOE, AMMEPHOE pa3Mellle-
HUe “TOYeK” B IPYIIIAX 10 A, , = 2) MOXET IO KpaitHei
Mepe mi1s1 PSII cooTBeTCTBOBATH peaTbHOCTH — KaXKIIBIiA
oBan (mumep PSII) Besge HaxomuTcs psmoM B IIape Co
BTOPBIM OBJIOM 1 MHOTHE TTaphl COCEJICTBYIOT CO BTOPO
napoii. [TosTomy niapameTp 1, g, CrianaroLIMX 3aBUCMMO-
creit W(N,, A, gy) JUIA STOTO M300paXKEHUS MOXHO CUM-

99

TaTh PABHBIM 71, gy = 22, eCJIM CUMTATh “TOYKOI” MOHO-
MED, a 3HAYEHUE My iy = 2! cootHOCHTB ¢ IMMepoM. Torna
u3 puc. 4a, cornacHo moaenu (puc. 2; Galitskii, 2018),
CJIeMTyeT, UTo TIpeaKu OakTepuu S. elongatus 110 MEHBILIEH
Mepe OIHAXKIBI MOIJIA UCLIThIBATh U3MEHEHME BOJIIO-
LIMOHHOM TpaekTopuu U(N,) U BIIOJIHE BO3MOXHO, 4TO
3TO OBIIO CBg3aHO ¢ mpuMeHeHneM oemka CURT .

B cratee Makrperopa-HaTteBuHa ¢ coaBTOpaMH
(MacGregor-Chatwin et al., 2017) momoOHast TeXHHUKa
AFM MUKpPOCKOIMU ObLlIa MCIOJb30BaHAa JISI UCCIIE-
JloBaHUs ocobeHHocTel padmenieHus hotocucteM PSI
(1 PSII) Ha TMIaKOMAAX TPEeX BUIOB [IMAHOOAKTEPUIL —
Thermosynechococcus elongatus, Synechococcus sp. PCC
7002 u Synechocystis sp. PCC 6803. [lokazaHo Haamuuie
OOJIBIINX IUTOTHO YITAKOBAHHBIX JOMEHOB, COCTOSIIIINX
ToJIbKO M3 dotocucteM PSI (B mecTuyrosibHOM cxeme
YNaKOBKY TPUMEPOB) U JIEMOHCTPUPYIOIINX HAJIUUKE
JajgbHero ropsiaka (puc. 46), a Takke PSI-noMeHoB ¢
npuMeckio @gorocucteM PSII. Bbpuio BEIMOIHEHO
CTPYKTYpHOE MOJEIMPOBAaHUE MEMOpPaHHOIO MOHO-
PSI-nanmmadra 1 nepeHoca BO30OYXKIEHUST Yepe3 Co-
ceqHue MoHoMmephbl PSI; BBIBOI: OCHOBHASI POJIb CXEMbI
YIIAKOBKHA TPUMEPOB, MO-BUANMOMY, 3aKJIIOYaeTCs B
MaKCcUMU3an 3POEKTUBHOCTU YITAKOBKM KOMITIIEK-
coB PSI Ha MeMOpaHe, a He B coleiiCTBUU Tepeaaye
BHEPTUM MexXIy TpuMmepamu. [locieaHee MOXHO Tpak-
TOBaTh KaK BO3MOXHOE CBUIETEILCTBO TOTO, UTO IIPU
nostBiieHnr TpuMepHoii PSI mmommans MeMOpaHbI ObLIa
JnedunnTHO U ee popma ObliIa OJIM3Ka K IIapoodpas-
Hoit. TpumMmepHasi cucteMa Touek Gosiee 3(pdheKTUBHO
KCTOJb3YeT Iuioans Memopansl (L = 0.37) u, cooTBeT-
CTBEHHO, HEPIUIO CBETA, UTO OBLIO BAXKHO B YCIIOBUSIX
apxeiickoi 3eMJii ¢ aTMOC(hepoit, 00oTraIleHHOM yTIyIe-
BOJIOPOIHBIMU KOMITOHEHTAMM U CO C1a0bIM MOJIOIBIM
ComHueM (Arney et al., 2016).

HwumepHas PSII, Bugmo, Mmopdoiiorudecku 6oee
s dexTnBHAA I “TIATOUYKOBOI” (pOPMBI OAKTEpHUid,
HCTIONB3YET U3JIydeHUE C MEHBIIMMM IJTMHAMY BOJIH,
0oJiee YyBCTBUTEIbHA K HEIOCTATKY TLIOIIAAN MEM-
6pansl (L = 0.25). [To nanHpIM Makrperopa-Yarsu-

Ha ¢ coaBTopamu (MacGregor-Chatwin et al., 2017)

JKYPHAJI OBLIEN BUOJIOTUU

TAJIULIKUN

IUUIST NCCTIEIOBAHHBIX TPEX BUIOB ITMAaHOOAKTEPUIA Ha-
OJ1I01aeMO€e COOTHOIIIEHUE TPUMEPhI/AUMEpPhl paBHO
N, 3/ N, = 4. OueHKa 11l IpUBEICHHOI B 3TOM pa-
00Te YMCIEHHOCTH TPUMEPOB N, 3 = 96 ¢ ucnonb30Ba-
HUEM IS AMMepa 3HaYeHUS W, = 0.24966 (puc. 2) 1 BBI-
YUCICHHOTO T TpUMepa C MCITOIh30BaHEM HBIOTO-
HOBCKOW MHTEPIOJISLIY 3HAYeHUS W; = 0.36539 maet

N, , =0.53N, ;)" )

U, COOTBETCTBEHHO, N, 3/N, , = 4.008. DTa orieHKa cie-
JIaHA B TIPEAMNOJIOKEHUH, UYTO (POTOCHMHTE3UPYIOLINE
JUMEPBI ¥ TPUMEPBI HE3aBUCHMO 3aHUMAIOT OHY U TY
>Ke IUIOoIIAlb BHYTPEHHE MeMOpaHbl [IMaHOOaKTEpUU
(BeTMYMHBI |, U L3 BBIMUCISUIUCH TT0 OTIACIEHOCTH).
Takoe mnpearonoxeHne MAOCTATOYHO pealbHO, IIO-
CKOJIbKY IUMEPHI ¥ TPUMeEpPHI 3(D(EKTUBHO pacmojiara-
IOTCS HA pa3HbIX IOBEPXHOCTSIX TIa3MaTUYEeCKOM MeM-
OpaHbl aHobakTepuu S. elongatus PCC 7942: PSII
MPUMEPHO Ha 4 HM BBICTYITA€T Ha IPOCBETHOM CTOPOHE
(Casella et al., 2017), a PSI — npumepHo Ha 3.2 HM Ha
crpoMaiibHOI (MacGregor-Chatwin et al., 2017).

3AK/IIOYEHHUE

Pan onyonukoBaHHbIx B 2013—2019 rr. 3Kkcnepu-
MEHTAJIbHBIX paboT MO MOP(MOJIOTUU 1 TEHOMUKE 1IU1-
aHOOaKTepUii, BBITIOTHEHHBIX C MCIOJIb30BaHUEM HO-
BEUIIMX TOCTVKEHNU I HAyYHOM TEXHUKU U TEXHOJIOTUH,
MOATBEPKAAIOT HEKOTOPhIE U3 MPEICTaBICHHbBIX paHee
MOJZEJIbHBIX pe3yJIbTaTOB WM, MO KpaliHeit Mepe, He
npotuBopeyat uM. HauaabHble 3Tanbl BOSHUKHOBEHMUS
U 3BOJIIOLMU anmapara (hOTOCUHTE3a TPOXOAWIU B
IUTOCKUX TPYIMOBBIX pa3MelIeHUsIX Ha BHYTpEHHeE
CTOpPOHE TIJIa3MaTUYECKOil MeMOpaHbI 110 2—3 MOHOMe-
pa Ha rpynity (IMMepbl, TPUMEDPDI) TTyTEM YBEIMUEHUS
unciaa N, TPYNIl U COOTBETCTBYIOIIMX YMEHBIIEHUS
¢pakranpHoro napamerpa W a0 = 0.25—0.37 u yBenuye-
HUST NPOAYKIMU (DOTOCUHTE3A. DTO JaBajio OaKTepusiM
BO3MOXHOCTb, XOTSl M He BHojiHe 3(PdeKTUBHO, UC-
MoJb30BaTh (POTOCUHTES3, MOKA CO3[aBAIaCh TPEXMEP-
Hasl TUWJIaKOUIHAsl CTPYKTypa C pacTyiium (L. Havamb-
Hble MUHUMAaJIbHbIE TPYIIILI U (ppaKTaibHble CBOHCTBA
TOYEUYHBIX MHOXECTB COIVIACOBAHHO BBIHYXIAIW 1IU-
aHOOaKTepuM, pa3Mepbl KOTOPbIX OTPaHUYEHBI, UCKATh
KOHCTPYKTUBHBIE CITOCOOBI pa3MeIeHUs] PACTYILETO
yycia rpynrn. B pesynbraTe 3TUX MTOMCKOB MPEIKU 11-
aHOOAKTepUil HAIIUIM CMIOCOO MPEOAOJIETh OrpaHUYEH-
HOCTb COOCTBEHHBIX Pa3MEPOB U, UCKPUBJISISL BHYTPEH-
HIOIO TIOBEPXHOCTh LIMTOIIa3MaTUYEeCKON MEMOpaHHI,
HauyaJu COo31aBaTh JOMOJTHUTEIbHbBIE TOBEPXHOCTH TSI
pasmenieHus1 (hOTOCUHTE3UPYIOIIUX JIEMEHTOB — TH-
Jlakouapl. i1t JOCTUXKEHMSI HY>XKHOM TIPU 3TOM BBICO-
KOl KpUBU3HbBI TPEOOBAIMCH CIieliMaibHble O0eaku. Ta-
kue 0enku CURT1 HemaBHO ObUIM HaiiieHBI Y COBpe-
MEHHBIX paCTeHUIi U LIMaHoOakTepuil (Armbruster et al.,
2013) 1 B TMIIAaKOMOAaX COBPEMEHHBIX ITMaHOOAKTEPUiA
YK€ UMEIOTCSI TPYIIIBI U3 IBYX IMMEPOB (pUc. 4a) U yIio-
psANOYEHHBIE MacCUBbI (N, n, = 96 X 3 “To4eK”) TpUMe-
poB (puc. 46), T.e. BMeCTe C IOSIBJIEHEM TWIAKOUIOB
MPOUCXOAUT YKPYITHEHUE TPYMI U yBeJIMYeHUE L —> 1.

C npyroii CTOpOHbBI, SKCIEpUMEHTATbHbIE JaHHbIE
MO3BOJIWJIM YTOYHUTh Halllu TpeacrapieHus (Iamuir-
Ne 5
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Puc. 4. a — AFM Tonorpagdusi BHICOKOrO pa3pellieHus] IPOCBETHOM MOBEPXHOCTU TUJIAKOMIHBIX MEMOpaH IIMaHOOAKTEPUN
Synechococcus elongatus PCC 7942 B xunkom pactBope (1io: Casella et al., 2017, Fig. 1F). OtnensHble AUMEpHI TPEACTABISIOT
co6oit komruiekchbl PSII (1uTprx-oBajbl) HA OCHOBAaHUM BBICTYIIOB KOMIUIEKCOB Ha IIPOCBETHOM MOBEPXHOCTU MeMOpaHbl. be-
JIble 3BE3[I0YKHU YKa3bIBAlOT Ha BOZMOXKHOE pacriosiokeHue TpumMepoB PSI — BeICTyIbI HA CTPOMAaJIBHOM CTOPOHE MEMOpPAaHBbI.
6 — AFM Tonorpacdus nomMeHa TUJIAKOUAHONH MeMOpaHbI, coiepKalllas MacCUBbI TPUMEPHBIX KOMIUIEKCOB TUJIAKOMIHOMN
meMOpaHbl u3 Thermosynechococcus elongates (no: MacGregor-Chatwin et al., 2017, Fig. 1A). 910 u300paxkeHue HaTUBHOI
MeMOpaHHOW OpraHM3alMy TMOKa3blBaeT YIOPSIIOUYEHHbIE MAacCHMBbI MAaKpPOMOJIEKYJ, COCTOSIIIME UCKIIOUUTENbHO U3 PSI,
UICHTUDUIINPOBAHHBIE TI0 UX XapaKTEPHOM TpUMepHO (popme. JIpyrue 4eTblpe ydacTka MeMOpaHHbI IToKasanu, uro PSI me-
pemexaeTcsl ¢ 6eJIKOBBIMU KOMILIEKCaMU, UAeHTU(GUIIMpoBaHHBIMU Kak PSII.

Kkuii, 2016) 0 COOTBETCTBIUN HEKOTOPBIX MOICITEHBIX Pe-
3yJIBTaTOB PealbHOMY XOAy HAaYaJIbHBIX 3TArIOB 3BOJIIO-
I (POTOCHHTE3UPYIONINX OPTraHM3MOB. Tak, Mo-BU-
OAMOMY,  SHIOCUMOMOTMYECKOE  BO3HUKHOBEHUE
COOCTBEHHO MPOTOPACTEHHSI 11ILIO IO TPACKTOPUSIM 3BO-
JIFOLIMU WL, TIpoxoasaimmM Bom3u w = 1.0 (puc. 2), ¢ yga-
CTHE€M CUMOWOHTOB-LIMAaHOOAKTEPUIA, YKE MTPOLLISAIITNX
3aMETHBIH ITyTh SBOJIIOLIMYA ¥ UMEBILMX HEKOTOPOE KO-
JINYECTBO TWJIAKOMIOB B KAYECTBE UCXOAHBIX 3JIEMEHTOB
JIJIs1 0Opa3oBaHUs I'paH (CTEKOB U3 TWJIAKOMIOB) B CO-
BpeMEHHBIX XyioporuiactaXx. COOTBETCTBEHHO, TPACKTO-
pun, npoxonsamme BOam3u W = (.25, mODKHBI OBITh
OCTaBJICHBI ISl Hayajla 3BOJIOLUUM ITUAHOOAKTEPUil C
HEOOJIBIIIMM KOJIMYECTBOM IPYIIT MYJIBTUMEPOB (IuMe-
PBIL, TPUMEPHI U T.I1.).

B nanHoii paboTe UCIoIb30BaHO BeChMa YIIPOIICH-
Hoe TipencraBiieHue (hOTOCMHTETUYECKOro arlrapara:
moHoMepHhl potocuctem PSI m PSII cunrarorcss Mop-
¢osiornyecku oMHAKOBBIMU 1 IPUHUMAIOTCSI PaBHO-
LIEHHBIMU  “(DOTOCUHTE3UPYIOIIMMU BJIeMEHTaMu”’,
MOCKOJIBKY B OKCUT€HHOM (POTOCHMHTE3€E MpeBpallieH1E
CBETOBOI 9HEPTUM B XUMUYECKYIO ITPOMCXOIUT C HETIO-
CPENCTBEHHBIM YYaCTUEM MOCIeA0BATEIbHO (DYHKIINO-
Hupyomux ¢orocucteMsl I 1 ¢porocucremsr 11, koto-
pble, pacrionarasichb Ha pa3HbIX CTOPOHAX OIHOI MeM-
Opanbl Twiakouaa 1aHoOakTepun (cM. (3)) u
BBIITOJIHSISI pa3Hble (DYHKIIUM, COBMECTHO pelIaloT 00-
myto 3agavy (KapamersH, 2001; Caffarri etal., 2014;
Goldschmidt-Clermont, Bassi, 2015; Pusanuuenko, Py-
ouH, 2020). B mporuecce porocuHTEe3a Ha pa3HBIX €0
aTarax y4yacTBYIOT U Apyrue OejKy Tuiaakouna (MHTe-
IPAJIBHBIA IIUTOXPOM-b6f-KOMILIEKC, TTOABIDKHBIE TIE-
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PEHOCUYMKM TUTACTOXWHOH Y TIIACTOIIMAHWH, a TAKKe 1
AT®-cunraza). MHTErpanbHblie 61K UMEIOT OTpee-
JIEHHOE TPOCTPAHCTBEHHOE paclpeesieHre, COOTBET-
CTBYIOILIEE UX POIU B (DU3UOJIOTMUECKUX MPOLIeccax,
3JICKTPOCTATUICCKIIM CBOICTBAM M T.1.

Kak BuUIHO M3 TIpeablIyllero pacCMOTPEHMST BO3-
MOXHOI MPUUYUHBI 0Opa30BaHUSI TUJIAKOWUIOB B XOJ€
9BOJIIOLIMM  anmapara (OTOCUMHTE3a 1MaHOOAKTEPUH,
¢dpakTaJIbHBII apaMeTp W B BhIpaskeHUH (2), KOTOpbIiA
CBSI3BIBAET KOJIMYECTBO N, “TOYEK”, y4acTBYIOUIMX B
npouecce GOTOCUHTE3a, C pa3MepoM H cUCTEeMbI TOYEK,
He 3aBUcUT (IT0 KpaiiHeil Mepe HeloCpeACTBEHHO) OT
GUBMIECKNX 11 OMOJIOTMYEeCKMX XapaKTEePUCTUK ariapa-
Ta (pOTOCHMHTE3a WK €ro 3JIEMEHTOB, KOTOPbIE OIpese-
JISIIOT ero (PyHKIMOHUPOBAHUE B OHTONCHETUYECKOM
maciirabe BpemeHU. THbIMU clioBaMu, B JAaHHOM CJTy-
Jae y4eT (PpaKTaIbHOCTA OOBEKTa HaeT BO3MOXKHOCTH
€CTECTBEHHbIM 00pa30oM HECKOJIbKO pPeayliMpoBaTh
BeCbMa IPOMO3IKYIO TTOJIHYIO Monesib 00beKTa (YCTU-
HUH U 11p., 2013), moTy4uB Mpy 3TOM AOBOJILHO XOpolllee
coracue ¢ SKCIEePUMEHTATbHBIMU TaHHBIMUA O BHYT-
peHHeil Mopdosornn aHooakrepuii. C 1momoOHOI
0OCOOEHHOCTBIO, B YaCTHOCTH, CBSI3aHO IITUPOKOE ITpUMe-
HeHUe METONOB (PpaKTaILHOI T€OMETPUM B UCCIIEI0BA-
HUSIX CUCTEM BeChbMa pa3INyHON MPUPOJIbI, COCTOSIIIIMX
13 MHOXECTBA Pa3MELIEHHbIX B IMPOCTPAHCTBE OIHO-
TUIMHBIX 3JIEMEHTOB, AIIMTUBHO BKJIAIbIBAIOIIMX B 00-
111y10 (DYHKIMIO CUCTEMBI, YTO COOCTBEHHO U XapakTep-
HO W11 (hOTOCHHTE3a LIMaHOOAKTEPUM.

ABTOp Mpu3HaTeJieH aHOHMMHOMY PELIEH3EHTY U
HayuyHoMy penakTopy /1.O. JlorodeTy 3a TIIaTeapbHOE
MPOYTEeHNE TEKCTa 1 TTOJIe3HbICe 3aMeYaHusI.
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Fractal character of the formation of the cyanobacteria’s thylakoid system

V. V. Galitskii*

Institute of Physical-Chemical and Biological Problems of Soil Science, RAS
Institutskaya str., 2, Pushchino, Moscow Region, 142290 Russia
*e-mail: galvv@rambler.ru

The peculiarities of the fractal parameter LL(/V,, #,) of the set of points dependence on the number of groups
N, and n, points per group could stimulate the formation of thylakoids carrying PSI and PSII photosystems
durmg the evolution of cyanobacteria. With an increase in the number of Ng groups at a fixed number of
points n, (2—3, dimers, trimers) per group, the virtual total size H ~ (N, n ) /"of the photosynthetic appara-
tus of cyanobacterla could become many times larger than the limited 51ze of the bacterium itself. The pub-
lished experimental data confirming the validity of this conclusion are discussed.
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HocTtuxkeHus B 00JIaCTY KJIETOYHOM U MOJIEKYJISIPHOM OMOJIOTMY MTPUBEIN K PA3BUTUIO MEPCOHATU3UPOBAH-
HOM MeIVIIMHBI, HaIIPaBJIECHHOM Ha aTanTairio METOIOB TMAarHOCTUKHU M JICUSHUS IJIST KasKIOTO KOHKPETHO-
ro naueHTa. OMHUM U3 TaKUX JOCTMKEHUIT curTaeTcs: 3D-0uonpuHTUHT. MeToabl 3D-0MonpuHTUHTA 1103~
BOJISIFOT BOCCO3IaTh MUKPOOKpPYKeHHe oITyxonu (tumor microenvironment, TME) manueHTa, MaKCMMaJIbHO
TOYHO OTpaXKasi KJIIoUeBble STaIlbl PACIIPOCTPAHEHMSI paKa, TaK1e Kak MHBa3Msl, MHTpaBas3allvsi U aHTMOTeHe3.
B xauectBe 6rovyepHWI 151 3D-T1eYaT UCIIOIB3YIOT pa3HbIe TUITHI KJIIETOK B 3aBUCHMOCTH OT OIyXoJIH. B oc-
HOBHOM HCCJIEIOBaHUS B TaHHOM 00J1aCTH KOHLIEHTPUPYIOTCS HA HECKOJIBbKUX HAMPAaBIEHUSIX: ONITUMM3ALIUS
GUOYEPHIIT M KOHCTPYKIIUM, BEIOOP MEXIy MCITOJIb30BaHMEM MMMOPTAIM30BAHHBIX WY TIEPBUYHBIX KJIe-
TOYHBIX JIMHU [UISI TTeYaTH U TECTUPOBaHWE MIPOTHUBOOITYX0JIEBBIX areHTOB B 2D- 1 3D-Monessix pa3iuaHbIX
3JI0Ka4eCTBEHHBIX oITyxojeii. TakmmM obpaszom, paspadorka 3D-moneneit TME co3nmaert yciaoBus mist onTH-
MU3ALUM CTpaTEruu Je4eH sl OITyXO0JIu in vitro. B HacTosiiieM 0630pe oIrcaHbl ke cylecTBylomue 3D-Mo-

nem TME Pa3IMYHBIX HO30JIOTUIA U TIEPCIICEKTUBLI X UCITOJIBb30BaAaHUA B OHKOJIOTHUH.

DOI: 10.31857/50044459621050067

Ha ¢one pactyiiero nurepeca K MCIOJIb30BaHUIO
WUMMYHOTEpAaIluM UIST  JICYEHUSI OHKOJIOTMYECKUX
GOJBLHBIX CTAHOBUTCS KpaliHe BaXHO OLIEHUTh BO3-
MOXHOCTb (DOPMUPOBAHUS MICHTUYHON IMAILMEHTY
MOJIEJIY OITYXOJIM C UMUTalIMeif UMMYHHOTO Mpodu-
JISI M ee MUKPOOKpYKeHMs (tumor microenvironment,
TME) (Oneiinuk u gp., 2020).

Onyxoyib BKJIIOYAET HECKOJBKO TUITOB KJIETOK,
KaXIbI1 U3 KOTOPBIX UTPAaeT ONpeae/ieHHYIO POJib B
DPa3BUTUU U CKOPOCTH MPOrpeccupoBaHusl 3a00yieBa-
HUS, a TAaKXKe B MPOTHO3€ M UcXoje JieueHus. Ony-
XOJIb KaXKJIOTO KOHKPETHOTO MallMeHTa YHUKaIbHA 3a
CUeT reTeporeHHOCTU KJIETOK, Habopa MOJEKYIsip-
HO-T€HETMYECKUX MapKepOB, a TAaKXe COOCTBEHHOTO
CMHEKTpa MPOAYLIMPYEMBIX OMOJOTMYECKUX BEIIECTB
1 cocTaBa pelernTopoB (CKBop1oBa U ap., 2014).

HenaBHue uccinenoBaHus mokKa3aiu, YTO pa3iny-
HBIE TUNIBI KJIEeTOK, oOHapy:keHHbIle B TME, BaxkHbI
JUJIST MOIYJISIIIMY OMOJIOTUM OITYXOJIM, a TAKXKE IS pe-
aKIMM Ha JieKapcTBeHHble coenuHeHust (Jeffries
et al., 2020). OcHOBHOI1 IIPOOIEMOIi TIpU pa3padboTKe
MOTEHIIMATIbHBIX TTPOTUBOOMYXOJIEBBIX MPETIapaToB U
METOJIOB JICUCHUSI SIBJISIETCSI HECOOTBETCTBHUE 23 PeK-
TUBHOCTU KaHIWAATOB in vitro 1 in vivo (Vanderburgh
et al., 2017). B ormmumne OoT MOHOCIOMHBIX KYJIBTYP
KJIETOK Ha MJIOCKKX MOBEPXHOCTSIX, KOTOPBIE HE CITO-
COOHBI BOCITPOM3BECTU XapaKTEPUCTUKHU €CTECTBEH-
Horo TME, cdeponabl UMUTUPYIOT HATUBHBIE TKa-
HU, TOBTOPSISI UX apXUTEKTOHUKY, CIIEKTP PACTBOPH-
MbIX BEIIECTB, DBKCIIPECCUIO psiJa PpelenTopoB,

CJIOKHBIC B3aMMOJICUCTBUS KJIETOK MeXOy co0oii, a
Takke BHekJeTouHblil MmaTpukc (BKM) (ITpocekuHa
u ap., 2019; MexeBosa u ap., 2020a). Takum o6pa-
30M, CO3IaHMe OITyX0JieBbIX 3D -Momeleit mo3BosieT
pelIUTh NpodJieMy TIPOCTPAHCTBEHHOI'O PaCIOJIOXKe-
HUSI TETEPOTEHHBIX KJIETOK B KYJIBTYPE, a TAKXKE UMU-
TUPOBaTh ecTecTBeHHOe noBeneHre TME in vivo kak
Ha (P€HOTUIIMYECKOM, TaK 1 Ha TEHETUYECKOM YPOB-
Hsx (Meng et al., 2019).

B HacTosiiem 00630pe paccMOTpPEHHBI ITOCIeqHUE
noctukeHust B ooaactu 3D-6uonpuntuHra TME u
MIEPCIIEKTUBBI UX UCIIOJIb30BAaHUS B OHKOJIOT M.

TME

MUKpPOOKpPY:KEHHUE OIyXOJIN XapaKTEepU3YyeTCs
JIBYHAIPaBIIEHHOM CBI3bIO MEXIY MHOXECTBOM KJle-
TOYHBIX M HEKJIETOYHBIX KOMITIOHEHTOB, OKa3bIBasl
BJIIMSIHME Ha pa3BUTUE M IIPOTpecCMpOBaHUE paka
(Jin M., Jin W., 2020). TME mnpencrasisieT co0oii
CTPOMY C KJIETKAMU Pa3INYHOTO TUIIA: aHTUOTEHHEIE
COCyIUCTBble, WHOUIBTPUPYIOIIME MMMYHHbIE, SH-
JoTeJInajbHbIe, CTpPOMaJIbHbIE KJIETKU, COIMYTCTBYIO-
mue 6eJIKU BHEKJIETOUHOIO MaTPUKCa Y BHEKJIETOU-
Hble CUTHAJIbHBbIE MOJIEKYJIbl (XeMOKWHBI, ITUTOKU-
HbI, (haKTOPhI POCTa, METAOOIUUYECKIUE PETYISITOPHI)
(Altorki et al., 2019; Oneitnuk u ap., 2020).

AHTHOreHEe3 SIBISIETCSI OMHUM M3 OCHOBHBIX (hak-
TOPOB TIPOTPECCUPOBAHUSI W MeTacTa3UpPOBAHUS
onyxonu (Hanahan, Weinberg, 2011) (puc. 1). Bcaen-
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PakoBas kieTka

DHAoTeIUaIbHAs
KJIETKA

o T-xnerka

Puc. 1. Cxema B3aumoneiicteusi TME u cTpoMasibHBIX KJIETOK OITyXOJIY, a TAKXKE PACIpOCTPAaHEHUE OITYyXOJIEBbIX KJIETOK U UH-
TpaBa3alus B KPOBEHOCHBIE cocynbl. 1 — cekpenust BKM; 2 — pekpyTupoBaHue IMIPOBOCTAIMTEIbHBIX KIETOK; 3 — aHTMOTeHE3;
4 — IMPKYJIMPYIOIINE OITyXOJIEBbIE KIETKU; 5 — IUCCEMMHUPOBAHUE OTyX0JieBbIX KieToK. CAF — omyxoab-accolimupoBaHHbBIE

¢GubpobiacThl.

CTBUE CTPYKTYPHBIX M (DYHKIIMOHAJbHBIX U3MEHEe-
HUI CBOMCTB COCYIMCTOM CETU BHYTPU ONYXOJMU IO-
SIBIISTIOTCST YIaCTKU TUTIOKCUHU. [ UTTOKCHST B OTTyXOJIH
MOXKET MTOBJIMATH Ha DKCITPECCUIO TEHOB OITyXOJIEBBIX
KJIETOK, TeM CaMbIM YyBeJIWYWBas BBDKMBAEMOCTH
KJIETOK M UX YCTOMYMBOCTb K artonTo3y (Trédan et al.,
2007). IIpouecc aHTHOreHe3a PEeTyIUpPYeTCs PSIIOM
¢GaKTOpOB pocTa, TaKUX Kak ¢paKTop pocTa TpoMOO-
nutoB (PDGF), d¢akrop pocta ¢pudbpobaacToB
(FGF), TtpaHchopmupymomumii ¢aktop pocTta o
(TGF-00) 1 dakTop pocta 3HAOTENUSI COCYIOB
(VEGF) (Fukumura et al., 1998).

M3BecTHO, 4TO cocTaB U (yHKIIUU WMMYHHBIX
kinetok B TME 3HauuTenpHO pa3imyaloTcs MeXIy
pa3HBLIMU TUIIAMU 3JI0KA4ECTBEHHBIX OITyxoJieii. Me-
TaboIMYecKre U3MEHEHUSI U HEAOCTAaTOK MUTATE/b-
HBIX BEILIECTB MEHSIOT (peHOTUN U PpyHKIMHU T-I1M-
¢ouutoB B nipeaenax TME (Zhang et al., 2017). Uc-
cJIeIOBaTEIN CXOMISTCS BO MHEHUHU, YTO T-KIJIETKM B
TME HaxonsTCs B COCTOSSHUU aHEPTUU, T.€. TUTIOpE-
aKTUBHOCTY C HapylIeHHOH npojmdepanueii 1 CeK-
peuwueit uarepaeiikuda-2 (IL-2) (Jiang et al., 2015).
Henocrarok roko3sl B TME MoxeT cTaTh 01HOI 13
MIPUYMH ITOTO0OHOTO COCTOSIHUS. ITOCKONIBKY OCHOB-
HOIl MeTabOJIMYEeCKOM MpOrpaMMOM ONyXOJeBBIX
KJIETOK SIBJISIETCSI TJIMKOJIU3, OMYXOJIeBble KJIETKH 3a-
XBaTBIBAIOT OOJILIIMI IIPOLEHT T0KOo3bl N3 TME,

KYPHAJI OBIIIEN BUOJIOTUH

BCJIeACTBYE Yero T-KJIeTKU JIUIIATCS SHEpreTuye-
ckoro cyoctpara. Taknm odpa3om, T-KIIeTKM ITOTHO-
CTBIO HE aKTUBUPYIOTCS, ¥ TIO3TOMY YMEHBIITAeTCST X
aKcImaHcus U guddepeHIUPOBKa, UTO TIPUBOIUT K
cHkeHnIo 3@dekTopHbIx (yHKIMii T-KiIeToK B
TME (Chang et al., 2013). BoineisitoT e1ie HECKOJIbKO
OCHOBHBIX MIPUYMH HapyIieHusT QyHKImit T-KIeToK B
TME: otcyrctBUe pacrio3HaBaHUsSl T-KJI€TOUHBIMU
pelienTopaMu, TTOTepsT CITOCOOHOCTH K KIIOHATBHOI
9KCITAHCUM  aHTUTeHCceuuduiyeckux T-KiaeTok
(Topferet al., 2011), momaBireHe UMMYHHOI aKTHBa-
LIUM OMYXOJIEBBIMU WHTUOUTOpPAMU KOCTUMYJISILIUU
(Pardoll, 2012) u op. (Gajewski, 2007).

B cBo10 ouepenb, UMMyHHBIE KJIETKM TECHO B3au-
MOJEHCTBYIOT CO CTPOMAaJIbHBIMU, BKJIOUYasl OITy-
XOJIb-aCCOLMMpPOBaHHbIE  (pudbpodiaactel  (OAD)
(Lakins et al., 2018). ®ubpo0OIacThl COCTABISIOT 3HA-
YUTEJIbHYIO YaCTh CTPOMAJIbHBIX 3JIEMEHTOB 3JI0Ka-
YeCTBEHHBIX omyxoJjeil. B mokosimeMcs: cocTosTHUM
¢ubpobsacTel HE 00Jagal0T aKTUBUPOBAHHBIM (he-
HOTHUIIOM Y IPOAyUHUpPYIOT KoMIToHeHThl BKM (koi-
JIareH, TIMKO3aMUHOTJIUKAHBI U TJIUKOIIPOTEUHBI),
KOTOpHBIe HEOOXOMMMBI B CIydae PeMOACINPOBAHUS
TKaHell, HarpuMep, Npu (popMupoBaHUU (PUOpo3a.
AxtuBauug OA®D npoucxogut 3a cyeT (PakTOpPOB
MUKPOOKPYKEHUSI, TAKUX KaK TpaHC(HOPMUPYIOIIU I
daktop pocra B (TGF-B), bFGF. OA® nipoayiiupy-
Ne 5
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IOT CUTHaJIbHBIE 0elIK1 ((haKTOp pocTa IeIaTOLUTOB
(HGF), a takke ropMOHbI 1 IIUTOKMHBI), CIIOCOO-
CTBYSI YCUJICHMIO TIpOoJIMpepaliii OMyXoJeBbIX Kiie-
ToK (Avnet et al., 2019). Kpome Toro, OA®D skcnpec-
cupyroT akTophl aHTHOTreHe3a, Takie Kak VEGF n
PDGEF. INorennuanbHbiMu ucTouHUKaMu OAD mo-
IYT ObITh aKTUBMPOBAaHHBIC (PaKTOpaMu POCTa Me-
3eHXUMAaJIbHbIE CTBOJIOBBIE KIETKH U3 KOCTHOTO MO3-
ra Wiv SIUTeNVallbHble/9HI0TeINANIbHbIE KIIETKU,
KOTOpBIC TIPUOOPETAIOT CBOMCTBA ME3eHXMMAaTbHBIX
KJIETOK Yepe3 aNuTeInaaibHO-Me3eHXUMaIbHBIH T1e-
pexon/>Ha0TeTnaTbHO-ME3eHXMAJIbHBINA TTepexo.T
(OMI1/2a0MIT) (Anderberg et al., 2009). OAD mpony-
LIMPYIOT MaTpUKCHbIE MeTauionporerHassl (MMIT),
KOTOpBIC OKa3bIBAlOT BAUSIHUE HA aHTUOTeHE3 U Me-
TaCTa3UPOBAaHUE KJIETOK, CIHOCOOCTBYS WHBAa3WU
omnyxoJieBbix kKietok (Kalluri, Zeisberg, 2006). OAD
He TTOABEPXKEHBI allONTO3Y, U UX aKTUBAIUsI HeoOpa-
TUMA.

IMonBumoM akKTUBUPOBAHHBIX (PUOPOOIACTOB SIB-
JIsiIoTes: MuouopobdiacTel. Muohuodbpobdiactel 06-
JlanaloT KOMOMHUPOBAaHHBIMU CBoiicTBaMu (hubpoo-
JIAaCTOB U IJIaAKOMBIIIEYHBIX Ki1eToK (Arneth, 2019).
MuodpubpobnacTel, B OoTIMUMEe OT (HPUOPOOIACTOB,
XapaKTepU3YIOTCSl 9KCIpecCcueil riagKkoOMbIIIIEYHOTO
akTrHa-o (0i-SMA) B otBeT Ha ctumyssinnio TGF-fB
u PDGF u npu onkorenese (Choi et al., 2018). Muo-
¢GubOpoOIaACTHI MPOAYLIUPYIOT CTPOMAJIbHBIN (haKTOp
pocta-1 (SDF-1), KOTOpBIi1 YCUJIMBAET POCT OMYyXO-
I 1 MertactasupoBaHue depe3 peuentop CXCR4.
ITomumo 3TOTO, MMOGUOPOOITACTHEI CEKPETUPYIOT
KOMIIOHEHTBI, KOTOPbIE CTUMYJIMPYIOT MHBA3UIO OIy-
XOJIEBBIX KJIETOK — MHCYJIMHOMOMOOHKIH (hakTop po-
cra 1 (IGF-1), HGF, VEGF, IL-6 (Affo et al., 2017).

DHIOTeNNAIIbHbIE KIIETKU JTOKAJTU3YIOTCS B JINM-
daTuyecKnx M KPOBEHOCHBIX COCYIaxX U (pOPMUPYIOT
COCYOUCTYIO CETh OITyxou. [Tponudepaiiuss sHgoTe-
JIVAJIBHBIX KJIETOK MOXeT OBbITh WHHUIIMUPOBaHA
VEGF nnu bFGF (Hanahan, Weinberg, 2011).

OnHoli 13 CyOIOMYJISILIMI OMyXOJIEBbIX KJIETOK
SIBJISIIOTCSI OITyXoJieBble CTBOJIOBEIE KiieTkKu (OCK),
KoTophble B3amMmoueicTByioT ¢ TME mocpencTtBom
aKTHUBallMM CUTHaJbHBIX KackamnoB Notch-1 u PI3K
(Mao et al., 2013; McAndrews et al., 2015). OCK cmo-
COOCTBYIOT BbIpaboTKe hakTOopa, WHAYLIUPYEMOTO
runokcueit 1-anpda (HIF-1a), VEGF u npoanruo-
reHHBIX (haKTOPOB M MOTYT OCTaBaTbCsl XKM3HECTIO-
COOHBIMU B yCJIOBUSIX TUTIOKCUM Oiarogapsi OA®D u
OMII (Chang et al., 2008; Lam, 2013). Kpome Toro,
JIAaHHBI TUTT OTTYXOJIEBBIX KJIETOK CITOCOOEH MPOHU-
KaThb B 0a3ajibHble MEMOpPaHbl 1 MUTPUPOBATh B OTHAA-
JICHHbIE OpTaHbl U TKaHU, TJe 00pa3yloT MeTacTaTu-
yeckue oyaru. B To ke BpeMsi OJHOI M3 OCHOBHBIX
dyukumit OAD gBAAIOTCI CEKPELIMU DK30COM, KOTO-
pble CTUMYJIUPYIOT MUTPAIUIO KJIETOK. DK30COMBI
MPEACTABISIIOT COO00I BE3UKYJIbI, TPOCBET KOTOPBIX
3aMOJIHeH pPa3IMYHbIMU  KJIETOYHBIMMU  OeKaMu
(HRAS, KRAS, BCR-ABL, miRI125b, miR130b,
miR155), a Takke UUTOKMHAMU M XeMOKWHaMU
(Boyiadzis, Whiteside, 2017), a Ha MemGpaHe MpUCyT-
CTBYIOT PELETITOPbl, BBIMOJHSIOIINE pa3TUYHbIE
GYHKIINH.
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Me3senxumanbHble cTBoOBBIe KieTkn (MCK)
MPENCTABISIIOT CO00i1 HEreMaTOIMO3TUYECKUE MYJIb-
TUIIOTEHTHBIC CTBOJIOBBIE KJIETKU, KOTOpbIe Audde-
PEHLIMPYIOTCSI B ME30IepMaJibHbBIE TUHUM, TAKME KaK
OCTEOUNTHI, AIUNOLINTHI, XOHAPOILIUTHI, a TAKXKE K-
TolepMajbHble (HEMPOILUTHI) M BHTOIEPMalbHbIE
JquHumn (renatouuthl). MCK skchopeccupyroT Io-
BepxHOCTHEIe MapKepbl CD29, CD44, CD73, CD90,
CDI105 u oOmagaloT MMMYHOMOIYJIUPYIOIIAMU
cBoiictBamMu. MCK B3aMOIEHCTBYIOT C OITyXOJIEBBI-
MU KJIETKaMU MOCPEACTBOM UMMYHHBIX PELICTITOPOB
u cekpeuuu uutokuHoB (Ullah et al., 2015).

HemanoBaxkHBIM acrieKToM B  (OPMUPOBAHUU
crreunprayHOro MMyHHOro Ipodmisas TME ssiser-
csl MyTallMOHHAas Harpys3ka ornyxoian. OcobeHHOCTH
MYTallMOHHOU HArpy3kKu UHAYLIMPYIOT (heHOTUTINYE-
ckue, GyHKIMOHAIbHBIE U STUTeHETUYECKIE U3Me-
HEeHUs B KjeTkax. MU3BeCTHO, UTO SMUTeHETUYECKUE
U3MEHEHHUSI TEHOB, CBSI3aHHBIX C KJIETOYHBIM IIMK-
JIOM, MHaKTUBaluuei p53 u HapylIeHUSIMU B CUCTEME
pernapanvu JIHK, mpuBoasT K rurepMeTUIMpoBa-
HUIO UMMYHHBIX KJieToK. [Ipu uccienoBaHuuM paka
JIETKOTO cpelr IMM@POIIUTOB Yy OOJBHBIX OBLIN OOHA-
PYXXEHBbl KJIETKHA C aHOMaJIbHbIM METUJIMPOBAaHUEM
TreHOB, B TOM uHucie p53. BeposiTHO, UTO BHYTPH OMy-
XOJIEBBIX YYAaCTKOB MPOUCXOAUT CIOXHOE CUTHAJIb-
HOE B3aUMOJIEMCTBUE MEXIY OMyX0JIEBBIMU, UMMYH-
HBbIMU U CTPOMAILHBIMU KJIETKAMU, KOTOPOE BIUSIET
Ha BO3HMKHOBEHME a0eppPaHTHBIX STTMTEHETUYECKUX
COOBITHIA.

B Hacrosiiiee BpeMsi CTaHOBUTCSI Bce OoJiee oue-
BUIHBIM, 4TO (pakTmiyeckuii coctaB TME, a taxxke
TO, KaKoe BJIMSHME OH OKa3blBaeT Ha pa3BUTHE U
MporpeccrupoBaHre paka, MOXET BapbuMpOBaTh B 3a-
BUCHUMOCTHU OT MalreHTa u Tuna paka. [Toatomy 1e-
JiecooOpa3HO MCIIOJIb30BaTh NEPBUYHbBIC KICTOUYHBIE
JIMHUU 1Jis CO3daHMs OIyxoJjieBeix 3D-mMonmeneit
(MexeBoBa u ap., 202006; [Ilamosa u ap., 2020).

METO/JBI 3D-BUOITPUHTUHTA

CymiecTByeT Tpu 0a30BBIX METOIA OMOIIPUHTUH-
ra: CTpyMHBbII, JJa3epHbIA U TeYyaTb HA OCHOBE DKC-
TPY3UM; OJIs KaXKIOTO U3 HUX UCITOIb3YIOT CIeMalb-
HbIe OrMouyepHuia (puc. 2).

HesaBucruMo OT MCTOYHMKA, OMOYEpHUIIA TOJIK-
HbI 0OecIeYrBaTh XKM3HECIIOCOOHOCTh KJIETOK B 3a-
TMaHHOM CTPYKTYpe, a TaKKe 00J1amaTh MOAXOISIIITNMU
MeXaHWYECKUMHU CBOMCTBaAMM IJIsI OWOTIeYaT U CO-
xpaHeHUs: (opmbl oObekTa (Masaeli, Marquette,
2020). HanboJee pacrpocTpaHeHHBIM CIIOCOOOM IT0-
CTPOEHMS TPEXMEPHBIX TKAHEH SBIISIETCS MCIIOIb30-
BaHWE THAPOTeNieil B KauecTBe MaTepuajoB IS Kap-
KacoB. I'maporean o0ecrneyrBaloT OMOPHYIO CTPYK-
TYpY ISl KJIETOK BO BpeMsl 3D-KyJIbTUBUPOBAHUSI.

IMpeumytecTBamMu CTPYHHBIX OMOTIPUHTEPOB SIB-
JISTIOTCSI HEBBICOKAsI CTOMMOCTh ITIpUOOPOB U CITOCO0-
HOCTb OJTHOBPEMEHHO MeYaTaTh HECKOJIbKMMHU TUTIA-
MU KJ1ieToK. OnHaKoO JaHHBII METOd OTpaHUYEH BhIOO-
poOM MaTtepuaa, 1Jjisi Hero NOAXOIST JIUILb TUAPOTeIn
C HU3KOM BSI3KOCTHIO. JloMOTHUTEIbHBIMU MUHYCaMU
METOJIa SIBJISIIOTCSI HEOMHOPOMTHOCTh CTPYH, a TaKXKe
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Puc. 2. OcHoBHbIe MeTONBI 3D-0MonpuHTUHTA: 1 — CTPYiiHBI, 2 — 93KCTPY3UOHHBINI, 3 — JTa3epHBbIIA.

HEMOCTOSIHHAsI KOHIEHTpalusl KJIETOK B CTpye
(Zeming et al., 2020). DaexTporuapoaHaMudecKasi
crpyiiHas (E-jet) meyaTb — 3TO HOBBII METOI eYaTu
C BBICOKMM pa3pellleHueM, ITO3BOJISIIOIINNI TOUYHO
KOHTPOJUPOBATh TEOMETPUUECKHE XapaKTEPUCTUKU
M3TOTOBJISIEMBIX KapKacoB C MCHOJb30BAaHUEM IIIH-
pokoro nuamaszoHa marepuaioB (Ahn et al., 2011;
Visser et al., 2015). E-jet neyaTh MO3BOJISIET CO30aBaTh
JleTaJiu pa3MepoOM OT MUKPO- 10 HAHOMETPOB 3a CUeT
MHIYKIIMU TOHKOW CTpyu TeYaTHOTO MaTepuaya C
MOMOIIBIO 3JEKTPUYECKOro mnojs. JduameTp Takoi
CTpyM HaMHOTO MeHbIle auameTpa coruia (Visser
etal., 2015). Takum 00Gpa3oM, 2JIEKTPOTUAPOAMHA-
MuuecKasi CTpyiiHas nevyatb NOAXOAUT IS CO3MaHUs
CTPYKTYp OueHb MeJIKoro MacmTaba (Liu et al., 2017).

JlazepHblii OMONMPUHTHHT ITO3BOJISIET TIeYaTaTb C
BBICOKMM pa3pellleHueM pa3Hble TUIBI KJIETOK 0e3
3arpsi3HeHUs1 Jo3aTopa OMoYepHUIaMU 3a cueT Gec-
KOHTaKTHOTO HaHeceHUsl. TeM He MeHee XXU3HECIO-
COOHOCTb KJIETOK MPU MCIOJb30BAHUU JAHHOTO Me-
TOJa MevyaT CHUXKEHA M3-32 BO3MOXKHBIX MTOBPEXIIe-
HUH KJIETOK JIa3epHbIM JIyYOM WU KOHTaMUHALMU
MeTaJuIoM BO BpeMs nevaTtu (Zhang et al., 2017).

BUONPUHTHUHT Ha OCHOBE IKCTPY3UHM MO3BOJISIET
co3faBaTh TPeXMEPHbBIE CTPYKTYpbl CJIOW 3a CJIOoeM
MyTeM HeMpePbIBHOTO paCIbUIEHUsI TUAPOTEE Mo-
CPEICTBOM MEXaHWUYECKOIo MW BO3AYIIHOIO NaBfie-
HUS B MECTO HAHECEHUS OTAEJbHBIX Kamelb. DTOT
METO/I UCTIOIB3YIOT IJISl Pa3HBIX TUITOB KJIETOK 1 Ma-
TepuajioB, MOATOMY 00JIaCTh €ro MPUMEHEHUS 1I1pe
0 CPaBHEHMIO C IPYTUMU MeTonamu. s naHHoro
METOo/a MCMOJb3YIOT MO0 XMMUYECKHU CIIMBaeMble
OuouepHMIIa, MO0 OMOYEepHUIIA, CIIOCOOHBIE K Tep-
MUUYECKOMY rejieo0pa3oBaH1IO TTIPU KOMHATHOM TEM-
nepartype. Yaiile BCero MCHONb3YIOT TUAPOTeIU Bbi-
COKOI1 BSI3KOCTU U3 OMOCOBMECTHMMBIX MOJIMMEPOB C
BBICOKOM TJIOTHOCTBIO KJIETOK, KOTOPbIE TTO3BOJISIIOT
COXpaHSTh UX XU3HecnocobHocTh Ha 90% (Munaz
et al., 2016).

bnaronapst cTpeMUTEIbHOMY Pa3BUTUIO TEXHOJIO-
run 3D-OMONPUHTUHTA 3a MOCJeIHee TeCITUIeTUE
OBLT pa3paboTaH psiT HOBBIX METONOB. MeTox cre-
peonuTorpaduueckoii 3D-neyaTu cozgaeT TpexMep-
HBbIE TKaHEeBbIE KOHCTPYKIINHU TTOCII0iTHO. 3D-Momens
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mpeobpasyeTcsi B CTONKY Hape3aHHbIX 2D-u3obpa-
xeHuit. Kaxngoe 2D-u3o0paxkeHue B CTOIIKE Ipel-
CcTaBJisIeT coOoii monepeyHoe ceueHue 3D-monenu B
yKa3aHHO IMIOCKOCTH CBepxy. IIpenmyliiecTBo naH-
HOTI'0 METO/a 3aKII09aeTCs B BO3MOXKHOCTY MacCIITa-
OMpOBaHUS 1 OBICTPOI MeYaTH OUYEHbD CIIOXHBIX Kap-
KacoB. B orimune oT meyaT Ha OCHOBE 3KCTPY3UH,
rae 6momaTrepual IoJaBepraeTcs TepMUIECKOMY BO3-
JIEMCTBUIO, TIPU cTepeouTorpadpudyeckoit 3D-meya-
TH MCIIONB3YIOT (OTOCIIMBaeMble OMOYEepHUIIA, Ta-
KM 00pa3oM, pacTBOp OMOYEPHUI TTOTUMEPU3YETCS
nopn neiictBueM cBeta (Gu et al., 2020).

B YamBepcurere Cara B AmmroHnu 66IT pa3padoTaH
meton KeHzaHa, cyTb KOTOPOTO 3aKJIIOUaeTcs B CO-
3JaHUU MUKPOOKPYXEeHUsI 6e3 KapKacoB Ha OCHOBE
MaTpullbl MUKpours “KeH3aH” U BCTaBKM KJIETOU-
HbIX cpepounoB. Meton KenzaHa obecrnedyuBaeT
MPOCTPAHCTBEHHYIO OpPraHu3aluio chepounnon ¢ uc-
MOJIb30BAHUEM MUKPOMIJI B KayecTBE BpPEeMEHHOM
omnopsl. Chepounabl CIUBAIOTCS B KIETOYHbIE arpera-
Thl U CEKPETUPYIOT BHEKJIETOYHBINA MaTPUKC, UTJIbI
BTSITMBAIOTCS, UTO MPUBOAUT K 0Opa30BaHUIO TKaHEe-
BOI CTPYKTYphI 0e3 KapkacoB (Murata et al., 2020).

HoBblif moaxon K MOIETUPOBAHUIO TETEPOTEHHOMN
MUKPOCPEIHI OTTYXOJU OObeAUHSIET MPUHIIUITBI MUK-
podmonanuk 1 3D-0MonpUHTUHTA C METOIAMU COB-
MECTHOTO KYJIbTMBHpOBaHUS. Takoil IOIXOI MOBBI-
miaeT 3POeKTUBHOCTL UCHOMb30BaHug 3D-Monemeit
OMyXOJIe in vitro NI U3y4EHU MEXAaHU3MOB TaTore-
He3a M CKpPUHMHTIA IIpenapatoB. I1oTOK KMIKOCTU
BBOIST 4yepe3 MUKPODIIOUIHBIE CUCTEMBI, KOTOPbIE
BOCIIPOU3BOJSAT AWHAMUYECKOE MMKPOOKPYXKEHUE
onyxoyu. MHTepCcTUIIMATBHBIN TTOTOK B OITyXOJICBOM
TKaHU U BOKPYT HEe BIUSET HA MEXaHNYECKOE MUK-
POOKpPYKEHHUE, MOASINPYS POCT OITyXOJIEBBIX KIETOK
u MeTacTtasupoBanue (Mazzocchi et al., 2019).

Taxke cymiectByer Meton 3D-1ieyaTu, OCHOBaH-
HbIi Ha TOYHOM ITO3ULIMOHUPOBAHUU KJIETOYHBIX
chepouaoB ¢ TTIOMOIIbIO acupalui. MeToa mo3Bo-
JisteT 6e3 KapKacoB CO3/1aBaTh MHOTOCJIOMHBIE KOH-
CTPYKIIMU, KOTOPble UMUTUPYIOT CTPYKTYPY HATUB-
Hoii TKaHU (Ayan et al., 2020).
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NMPUMEHEHHME OIIYXOJIEBbIX
3D-MOJEJIEN

MHTerpaiiusi COCynuCThIX CETed B COCTaB OMyXO-
JeBbIX 3D-Momeneii SIBIsIETCS OMHUM M3 OCHOBHBIX
npenuMyiiectB 3D-0MOIPpUHTUHIA O CPAaBHEHUIO C
npuMeHeHrueM 2D-KyJabTyp OIIyXOJEBBIX KIIETOK.
CocynucTtbie CeTHU UTPaIOT KIIOYEBYIO POJIb B TpaHC-
MOPTUPOBKE IMUTATEIbHBIX BEILIECTB M KHUCJIOpOaa K
KJIETKaM OIYXOJIH in Vivo, TeM CaMbIM CIIOCOOCTBYSI
nporpeccupoBaHuio paka (Jablonska-Trypué et al.,
2016). B maHHOM pa3zgene NMOAPOOHO OIMCHIBAETCS
MpOrpecc, IOCTUTHYTBIA HA MOAEJISIX in Vitro pa3jiny-
HEBIX TUIIOB OITyXOJIeil, CO3MaHHbBIX C IIOMOIIBIO OMO-
MeYaTu.

Pak monounoit ncene3sol

Paxk MonouHoii xene3sl (PM2K) sBisieTcst omHUM
M3 CaMBIX pacHpOCTPaHECHHBIX BUIAOB MHBA3WMBHOTO
paka. I1lo npuuuHe rereporeHHocT PM2K Hannuue
nmaxke Heoonpmtoi oy OCK ¢ BRICOKO# Bepo-
SITHOCTBIO TPUBOAMT K pEeUUAMBY 3a00JeBaHUS
(Thorat, Balasubramanian, 2020). [ToaTomy ajst or-
TUMaJIbHOM TAaKTUKHU JIeYeHUS IanueHToB ¢ PM2K
cienyet Takke onpenensatb coctaB TME (Dias et al.,
2019).

B 2016 r. npu momolu crepeoauTorpadpudecKoit
3D-neyatu ObUT co3maH OMOMUMETHMYECKUIA KOCT-
HBIIA MaTpUKC, COCTOSIIIMIT M3 OCTEe00JIaCTOB WMJIH
MCK, uHKarCyJIupoBaHHBIX B TUAPOTE]Ib HA OCHOBE
MeTakKpwiaT-KeJlaTUHa C HaHOKPUCTAJUIMYECKUM
rugpokcuanatuToM (Zhou et al., 2016). JlanHast 3D-
MoOJeJib OblIa HallpaBJieHa Ha U3y4YeHHE B3auMOIeii-
ctBus Mexay kiaetkamu PM2K 1 MCK. B pesynbrate
COBMECTHOTO KyJIbTUBHpoBaHUs KiileTok PM2K 1 MCK
ycnmnBaiach rmposmdeparns Kiretok PM2K, omasiss
nponudepanmio MCK. Kpome Toro, xinetku PM2K
ToabKO B npucyrctBUM MCK neMoHcTpupoBaiIu mo-
BeilieHHYI0 cekpenuio VEGF. Takum oGpaszom, B
TaHHOI paboTe OBII M3ydeH MeTacTaTUJeCKUi IT0-
teHIMal Kietok PM2XK B nmpucyrctBuun MCK.

Jlanrep ¢ coaBropamu (Langer et al., 2019) wuc-
noab3oBam ononpuHTep Novogen MMX Bioprinter
(Organovo Inc., CIIIA) nng co3maHusI MOAEHH,
BKJIIOYAIOIIEA OIYyXOJIEBbIA U CTPOMAIbHBIA KOM-
naptMeHTbel. 3D-momensr PMXK cocrostia u3 He-
CKOJIBKMX TUTIOB KJIETOK, BKJIFOYasi 3CTPOTEH-TI0JIO-
xwurtenbHyio (ER+) muuuto kierok MCF-7, mepBuu-
Hble (UOPOOIACTHI MOJOYHOM XKeje3bl 4YeJloBeKa
(HMF) u sHpoTenuaabHble KJIETKU MyMOYHO BEHBI
yenoBeka (HUVEC). Kierku misd Kaxmoro KoM-
MapTMEHTa CMEIIMBAJIU U PECYCIIEHAUPOBAJIN B TH/I-
porene npu 37°C 1o KOHEUYHOM KOHLIeHTpauuu 1.5—
2.0 x 10% kyreTok/mi1. BuouepHMIa COCTOSIN U3 allb-
rMHatcoaepxaiero rugporens (1% anbruHara Ha-
tpusi Pronova UP LVG NovaMatrix (Hopserusi) u
6% xenatuHa Millipore Sigma) B HaTpuii-pocdar-
HoM Oydepe (PBS). BaxxHo oTMeTUTB, YTO HAa OCHOBE
noayyeHHout 3D-monenu PM2XK 66111 cMonenupoBa-
HbI TIpOLIECCHl MHBA3MM W MUTpPALlAU OITyXOJIEeBbIX
kietok B TME. B ctpoManbHBIA KOMIIApTMEHT TKa-
ar BMecTte ¢ HMF n HUVEC no6asisini nepBuyHbBIC
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MMOAKOXHBIE ITPEaaUIIOMThI YeJI0BeKa, TaK KaK M3-
BECTHO, YTO B3aMMOJICHCTBUE OMYXOJEBBIX KIJIETOK
PM2XK ¢ agumnouuTaMu yCUIUBaeT MHBAa3UIO U YCTOM-
YMBOCTh K JieKapcTBeHHOII Tepanuu (Dirat et al.,
2011). IToMyrMoO 3TOTO, aHAJIOTUYHO B CTPOMAJIbHBIA
KOMMApPTMEHT ObUIM J00aBJEeHBI TIPEAIIeCTBEeHHUKA
MCK, 3penble KIeTKN KOTOPBIX, ITO TaHHBIM JIUTepa-
TYPHBIX UICTOYHUKOB, CEKPETUPYIOT XEMOKHWHBI, 1M -
TOKWHBI, (hakTOpkI pocTa n 6ekn BKM, uto mpuBo-
IUT K YCUJICHUIO TpoJindepanvd 1 MUTPALIMU OITy-
XoJIeBBIX KjaeToK (Zhu et al., 2006; Djouad et al.,
2007; Karnoub et al., 2007; Shi et al., 2017). JlanHas
MOMEIb TeTePOLCUTIONSIPHONM OITyXOJM ITI03BOJIMJIA
BOCIIPOM3BECTU pa3IUYHbIE XapaKTePUCTUKU He-
OTIAaCTUYECKUX TKaHel, a TakKe MCCIenoBaTh Kie-
TOYHBIE OTBETHI BO BpeMsI MaHunyasiuuii ¢ TME.

HenaBHo Ornlna paspabotaHa 3D-momenb ¢ uc-
MoJab30BaHuEeM KyabTyphl Kietok PM2XK (21PT) u
CTBOJIOBBIX KJIETOK, ITOJIYY€HHBIX U3 XUPOBOI TKaH!
(adipose-derived stem cells, ADSC) (Wang et al.,
2018c). B kayecTBe MNPOTHMBOOITYXOJEBOTO arcHTa
MIPUMEHSUIN TOKCOpYOUIIMH. [IJIsT IIe9aT¥ MCIOJIb30-
Banu 3D-ouonpuntep (Bioplotter, Envision TEC) u
IBa TUMa (POTO-CIIMBAEMbIX OMOYEPHUI HA OCHOBE
GYHKIIMOHATU3UPOBAHHOI METaKpUJIaTOM THaaypo-
HOBOM KMCJIOThI 1 MeTaKpujiaT-XejJatTuHa (Bce Sig-
ma). 3D-Monmenb npeacTasisijia coO00i AUCK, B LIEH-
Tpe KOTOporo pacnojiaraauck kietku 21PT, a mo
kpassMm — ADSC. JIng uMuTalMM pa3HoOW CTEINeHU
OXXUPEHUS YBEIMINBAINA WK yMeHbIanu cioit ADSC.
JaHHast MomeIb MO3BOIWIA YCTAHOBUTD MPSIMYIO 3a-
BUCUMOCTh MeXIy ToJnHoi ciost ADSC u ycroi-
YUBOCTHIO KIeToK PM2K K noKcopyOuLIMHY.

CTOUT OTMETUTD, YTO OITyXoJieBble KieTKn PM2K
B 3D-Monensix nmokasaiu 0oJiee BBHICOKYIO YCTOMYM-
BOCTh K XMMMOTEparneBTUUECKUM IIperapaTaM Io
CpaBHEHUIO ¢ KieTkaMu B 2D-kynbpTypax (Zhu et al.,
2016). Takxke B5THU MCCIACAOBAHUS TOATBEPXKIAIOT
BO3MOXHOCTh CO3JaHMsI TOCTOBepHOU 3D-mopenu
PM2K ¢ moMolIbio TpeXMEpHOI OMoIIeYaTu.

Pak koxcu

ITo manueiM BcemupHOI opranmsaliiv 3IpaBO-
OXpaHeHMsI, MeJlaHOMa cocTaBisieT <5% Bcex ciiyda-
eB pakKa KOXM, HO IIpeIcTaBiisieT cob0oii Hamubomee
arpeCCUBHLIN TTOATUII, HA KOTOPBI MIPUXOIUTCS TTO-
psaka 80% neTaqbHBIX MCXOMOB, W YMCJIO CIIydacB
obIcTpo pacteT (Siegel et al., 2020). MenaHoma BO3HHU-
KaeT B pe3y/bTaTe 3JI0Ka4eCTBEHHOI TpaHchopMaluu
MEJIaHOLIMTOB, KOTOPhIE TPEICTABISIOT CO0OIi ecTe-
CTBEHHbIE TMTMEHTUPOBAHHbBIE KJICTKU 3MUIEPMUCA
I 3alTUTBl MUTOTUYECKHN aKTUBHBIX KEpAaTHMHOLI M-
TOB OT ITOBPEXACHUI, BEI3BaHHBIX Y D-1ydyamMu.

Jns 3D-06uoneyaTu OIyXoJIeBO MoOJeau MeJia-
HoMEI B 2019 r. IlImunt ¢ coaBropamu (Schmidt et al.,
2019) ucnonb30oBaay GUOIPUHTEP HAa OCHOBE ITHEB-
Mmatndeckoi akcrpy3un Cellink (Cellink, IIBerust) u
JIBe KJIETOYHBIE JIMHUU MeJIAaHOMbBI, MeUeHHbIe (JTIo-
opodopamu — Mel Im GFP u MV3dc. I1epen neua-
ThIO CYCITEH3UU KJIETOK CMEIINBAIN B COOTHOIIIEHU U
1 : 11 ¢ pa3HBIMM TUAPOTEISIMUA HAa OCHOBE aJIbIMHATa
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(Cellink Bioink, Cellink RGD, GelXA niu GelXA
Laminink+ — Bce ot Cellink) 10 KOHeYHOI1 KOHIIEH-
tpauuu 10° KIETOK/MJI U BHOCWINA B KapTPUIKU
(Cellink). TpexcioiiHble pemeTKr pa3MepoM 1 X 2 cMm
revyaraad Ha IMOKPOBHBIX CTEKJIaX B COOTBETCTBUU C
IIPOTOKOJIAMU TIPOU3BOAUTENSI U CIIMBAJIU C TIOMO-
1blo nojmMepusytoliero areHTa (Cellink), conepzka-
mero 50 MM CaCl. 11 neyat ¢ MaTpUrejieM KJIETKIA
CMeEIMBaIU B cOOTHOIIeHUH 1 : 11 ¢ oxitaxkneHHBIM
pactBopoMm Matrigel (Corning) 1o KOHEYHOII KOH-
ueHTpauuu 10° KJIETOK/MJI M TNEPEHOCWIA B Kap-
TpumK. Ilocie moamMepusaly BCe KOHCTPYKIIMU
MMOKPBIBAJIM COOTBETCTBYIOIIECH KyJIbTypaJlbHOI cpe-
noit u nHkyouposanu 1pu 37°C Bo BIIaXXHOMU cpelie C
cogepxanneM 8% CO,. B pesynbraTe ObLIA TIpOIE-
MOHCTPUPOBaHa MPUTOTHOCTh BCEX ITPOTECTUPOBAH-
HbIX OMoMaTepUasioB JJisi OMoreyaTu KJIEeTOK Meja-
HOMBI. 2KM3HECTIOCOOHOCTh HameyaTaHHBIX KJIETOK
olieHMBaJach B TeueHUe 14 CyTOK KyJIbTUBUPOBAHMUSI.
B marpureiie KiaeTKu ObUIM CIIOCOOHEI IIpOIudepur-
poBaThb, MUTPUPOBATh BHYTPHU Ielis 1 0Opa30BBIBAaTh
IUIOTHBIC CEeTH IO BCel KOHCTpyKuuH. IIpu aTOM B
TUIPOTENISIX Ha OCHOBE ajiblrMHAaTa KJIETKM OCTaBa-
JIUCh XKU3HECIIOCOOHBIMHU, HO HE MpoarudepupoBaIn
(Schmidt et al., 2019).

Pak neckoco

Paxk sierkoro — 3To rjio6ajbHas mpoodyieMa oolie-
MHUPOBOTO 3[paBOOXPAHEHUS, €KETOJHO PETUCTPU-
pyeTrcst okoJjio 1.3 MuaH HOBBEIX ciiydaeB. OCHOBHOE
BHMMAaHNE B UCCJICAOBAaHUSIX paKa JIETKOTO ObLIO yae-
JIECHO BHYTPEHHMM CBOMCTBaM OITyXOJICBBIX KJIETOK
(Bnagumuposa u ap., 2012), onHako HemaBHO Jlam-
opextc ¢ coaBTopamu (Lambrechts et al., 2018) uneH-
TUUIUpoBaId 52 TOATUNA CTPOMAJIBHBIX KJIETOK,
BKJII0Yasi HOBbIE CyONOMYJISIUY B TUIIAX KJIETOK, KO-
TOPBIE IO CUX IIOP CUMTAIMCH OJHOPOIHBIMHU, a TaK-
Xe (aKTOphl TPAHCKPUITLIMH, JIEXKAIINE B OCHOBE 1X
reTepOreHHOCTU. MopeanpoBaHUe MEKKIJIETOUHBIX
B3aMMOJEMCTBUI MEXIY CTPOMOI U OITyXOJIEBBIMU
KJIeTKaM1 CIOCOOCTBOBAJIO ONpPEIEJICHUIO IPOTHO-
cTudeckoil u marodusnonorndyeckoit poau TME
IIpU paKe JErKoro.

Hccnenosanue Bana u coaBropoB (Wang et al.,
2018d) ObLT1O HaIlpaBIeHO Ha pa3pabOTKy Tpexmep-
HOIi MoJieiM paka JIETKOTO U OLIEHKY BO3MOXHOCTHU
ee NMpUMEHEHUs] B OMOMENULIMHCKUX LIEJISIX C UCTIOJIb-
30BaHUEM KYJBTYp KJIeTOK A549 u 95-D B KauecTBe
TapreTHbIX. KieTku paBHOMEpHO pacnpenesisuiuch B
HarleyaTaHHOM T'MIporejie Ha OCHOBE aJIbTMHATA U XKe-
JIaTUHA, COXpaHsIsl CBOIO XXKU3HECIOCOOHOCTh. BMe-
CTe C TeM Obljla MpoBeIeHa MpeaBapuTeIbHas OlLIeHKa
OMOJIOTUYECKUX CBOWMCTB HalleyaTaHHbIX KJIETOK, B
OCHOBHOM Ha CHOCOOHOCTb K UHBa3UU U MUTPALIUU
KJIETOK, C MCTIOJIb30BaHMEM CKpETU-TeCcTa U aHan3a
akcnpeccud reHoB MMII2 u MMII9. PesynbraThl
rokaszaju, 4YTo aKcrpeccusi reHoB MMII2 u MMII19
B KieTKax A549 6pu1a BeIlIE, YeM B 95-D. DT1o miox-
TBEep:KIaeT, YTO Ha reHeTnyeckoM ypoBHe TME He-
PaBHOMEPHO OKa3bIBAaeT BJIMSHME HAa pa3Hble TUIIbI

JKYPHAJI OBLIEN BUOJIOTUU

TUMO®EEBA u np.

KJIETOK B IIpeAesiax ogHoii Ho3omorum (Wang et al.,
2018d).

Takum o6pa3oM, CIOCOOHOCTb MOACIAUPOBATH
B3aMMOJIEICTBUS MEXIY KIeTKaM1 1 BHEKJIETOYHBIM
matpukcoM B TME in vitro MOXXeT TIOMOYB B IIPOTHO-
3UPOBAHUU TIPOrPECCHUPOBAHUS OITYXOJU U OLICHKE
3(pheKTUBHOCTH €€ JICUCHUSI.

Koaopexmanvholii pak

Konopekranpubeiit pak (KPP) xapakrepusyercs
Jle30praHu3anueii 1 XaoTUYHbIM 00pa3oBaHUEM TKa-
Heil. TME aToii omtyxoiu npeacTaBisieT COO0M CITOX-
HBI mpoMexyTouHblit BKM, copepkaiimii MHOXKe-
CTBO CTPOMAJIBHBIX KJIETOK, BKII0OYast GpUOpoOIacThl
u sHgoTenuanbHbie KJeTKu (Kuipers et al., 2013; Lo-
renzon et al., 2016). TpagunmoHHBIM 2D-KyIbTypamM
He XBaTaeT pa3HooOpa3usi BHYTPEHHEM NpoCTpaH-
CTBEHHOI opraHu3anuu, TUIoB KieTok 1 TME mnsa
HUCCIENOBAHUMA MEXKJIETOYHBIX B3aUMOACHCTBUNA
MeXIy KOMIIOHEHTaMU CTPOMBI U OITyXOJIEBbIMU
kinetkamu KPP (Lee et al., 2017; @uiunmosa u ap.,
2020). IToaTomy ObL1a pa3padorana 3D-monens KPP
Ha OCHOBE KapkacoB u3 mnosmkamnposiakToHa (PCL)
nmpu nomoiuu cuctemsl 3D E-jet meuaru (Liu et al.,
2017; Tan et al., 2017). B nanHoI1 paboTe MCITOJIb30BaIN
KJIeTOYHBIE TUHUU: KOJIopeKTaabHbIl pak (HCT116),
HUVEC, ¢dubpob6aactel serkoro yenoeka (HELF).
Hnsi monydyenuss TME-accoummMpoBaHHBIX KIIETOK
HOpMajibHble cTpoMajibHble KiaeTku HELF wu
HUVEC 0ptn akTUBUPOBaHBI Y TPAHC(HOPMUPOBAHBI
B OAD u snutenuanbHble KieTku Tumyca (TEC). s
obpazoBanust BKM HCT116, OA® u TEC cokynbTH-
BUPOBAJIM B TeYeHUE 7 CyTOK B mportopuuu S : 1 : 1 Ha
cTepwIbHBIX Kapkacax (1 X 10 kjieTok/Mi1) B yalkax
ITetpu B cpene DMEM c no6asinenuem 10% smopu-
oHanpHOM Obrueil ceiBopoTkn (FBS), mocie dero
aHaM3upoBaau nmyreM cekBeHupoBanusg PHK. B ka-
YeCTBE KOHTPOJISI UCTIOIb30BAIN KJIETKU, KYJIbTUBU-
pOBaHHbIE B KOJUIareH-aIbTMHATHOM Tuaporesne. B pe-
3yjabTate sKcnpeccuss MMII2 B OA® u Ki67 B
HCT116 B 3D-Monenu Obuia Boile, yeM B 2D-Mone-
JIU, 4TO MO3BOJISIET MPEATOI0XKUTD, UTO OMYyXOJIeBbIE
KJIETKM, BbIpallleHHbIE B TPEXMEPHOI cpene, UMEeIoT
0oJiee BEICOKYIO CKOPOCTB IIpondepaliim.

Takum o6pa3oM, kKapkacel KosutareH-PCL, Harme-
yataHHble Ha 3D-npuHTEepe, 06ecneynBaii MHOTO-
(GYHKIIMOHAIBHYIO TOAAEPXKKY KIETOK, CITOCOOCTBYS
X PU3UOJOTUYECKUM (PYHKIIMSIM, TaKUM KaK pOCT,
anare3uisi, CTBOJIOBOCTh, TPEBACKYJISIPU3ALINS U PEMO-
JIelupoBaHue Martpukca. biaromapsi ucnosiab3oBa-
HHUIO aKTUBUPOBAHHBIX CTPOMAaJIbHBIX KJIETOK CTajlo
BO3MOXHBIM TeHepupoBaTh TME, KkoTopoe MMUTH-
poBasio TME in vivo, ipy ipaBUJIbHOM BOCCTaHOBJIE-
HUU DU3UOJIOTUYECKOM NepeJauyu CUTHAJIOB OIyX0O-
Ju (Chen et al., 2020).

Pak neuenu

I'enmarouenmtonsipHas kapuuHoMa (I'LIK) — onHa
U3 HanuboJiee pacIpoOCTPaHEHHBIX 3JI0KAYECTBEHHBIX
¢dopm paka (Sabaila et al., 2015). 3D-monenb renato-
Ne 5
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3D-BUOIMPUHTUHT MUKPOOKPYXKEHUA OITYXOJIN

KapIIMHOMBI ObLTa M3roToB/IeHa Ma ¢ coaBropamu (Ma
et al., 2016) ¢ MOMOLIBIO IBYX3TAITHOIO METOIA CTEPEO-
Jurorpagudeckoit ouorieyatu. B aToit 3D-monenu
OBLI CO3MIaH NATTEPH ACLCIUTIOISIPU30BaHHOIO BHEKIIC-
TouHOoro Marpukca (1BKM) nedeHu B BuIe rekcaro-
HaJIbHOM NOJbYATOM CTPYKTYpPbl M3 KJETOK-TIpeaLe-
ctBeHHMKOB neueHr (HPC) v sHIoTemMaibHbIX KJIETOK
YyeJIoBeKa 13 WMHIAYLMPOBAHHBIX IIJIIOPUIIOTEHTHBIX
ctBoJIoBBIX KieToK (iPSC). IIpousBomnrie HPC B
TPEXMEPHON KYJIbType IASMOHCTPUPOBAIN Iudde-
PEHILIMATIBHYIO 3KCIPECCUI0 TEeHOB, CBS3aHHYIO C
cekpenyeil creunUYHBIX IS TIeYeHU OeJIKOB, Ta-
KMX KaK TPAaHCTUPETHH, SIIEPHBIN (haKTOp TeIIaTOL-
TOB 40, aJIbLOYMUH, COOTBETCTBYIOIINX PA3JIUYHBIM
CTaIMSIM CO3PEBaHUSI KJIETOK BHYTPU KOHCTPYKIIUA.
Knetkn B 3D-KOHCTpYKIUSX TaKKe TEMOHCTPUPO-
BaJIM OBHILIEHHBIN YPOBEHB 0a3aIbHOTO LIUTOXPOMA
P450, yTo yka3pIBaJio Ha cO3peBaHME B3POCIBIX Tella-
TOLIMTOB Y MHAYKLMIO pU(haMIIMLIMHOM OIpeaeieH-
HBIX TIOATUIIOB 3TOM (hepMEHTHOM CHCTEeMEL. TakuMm
00pa3oM, pe3yabTaThl CBUIETEILCTBOBAIM O pa3pa-
00TKe (PUBMOJIOTUYECKU PeIeBAHTHON KOHCTPYKIINH.

B nccnenoBanum Kosecku ¢ coasropamu (Kolesky
et al., 2014) ucnoap30BaIM YCTPOMCTBO IS TI€YaTH C
HecKoJIbKMMU coruiamu: Pluronic F127 (Tpex6iou-
HBI CcoMoJIMMep TOJU(3TUIEHOKCU)—TTOaU(TIPO-
MUWJIEHOKCUI)—MNONM(3TUJIEHOKCH)) TieyaTtajics ¢
WCIIOJIb30BAaHMEM OIHOTO COILIA, BTOPOE COILUIO MC-
MOJI30BAJIOCH [IJIs1 OMOIeYaTy KJIETOYHOM JIMHUHY Tera-
ToLe/UTIoNsIpHOI KapiimHoMbl (HepG?2), a Tpetbe — oist
HUVEC B runporene. TakuMm odpa3oM, ObLIa pa3pa-
OotaHa MaciuTadbupyeMas miaatdopMa IUIsT CO3TaHUs
WHXXEHEPHBIX TKAHEBBIX KOHCTPYKIIMIA, COAEPKAIIINX
COCYIUCTBbIE KaHaJIbl U HECKOJIbKO TUIIOB KJIETOK
BHYTpU BKM 13 6rodyepHUI Ha OCHOBE MeTaKpUIaT-
xenaruHa (Kolesky et al., 2014).

Pax auunukoe u weiiku mamxu

Pak sMyHMKOB M LIeiiK MaTKW — HanboJiee 3710-
Ka4eCTBEHHBbIE OIYXOJIU PEHIPOAYKTUBHOMN CUCTEMBI.
Pak SMYHMKOB OOBIYHO HE BBISBJISIETCS Ha paHHUX
CTaAusIX U Yallle BCETO TMarHOCTUPYETCs IIOCjIe pac-
MPOCTPAHEHUSI OMYXOJU Ha Apyrue opraHbl (Watters
et al., 2018). Pak aM4YHUKOB mpeacTaBisieT co0oii Te-
TepOTeHHYIO CUCTEeMY, TI0O3TOMY B 2D-Moienn HeBo3-
MOXHO TOYHO BOCCO3/IaTh MUKPOOKPYKEHIE JaHHOMN
onyxoau. B cBs13u ¢ aTuM ObLIa pazpadboTaHa MOAEb
OITyXoJI Ha cyocTpate Matrigel myTeM COBMECTHOTO
OMONpPUHTUHTA KJIeTOK paka sudHUKOB (OVCAR-5)
n ¢puodpodnacroB nerkux demoBeka (MRC-5) (Xu
et al., 2011). ABTopnsl HaGIIODAIN U3MEHEHME 00pa-
30BaHUS KJIETOUYHBIX KoHTromepatoB OVCAR-5 B
MOJIeJIU COKYJIBTUBUPOBAHUS, a TaKKe B MOJIEJIU, B
KOTOPOI COXpaHSUIOCh OIpECIEHHOE pPacCTOSHUE
mexay OVCAR-5 1 MRC-5. Ot 3D-mopenn 1po-
JIEMOHCTPUPOBAJIM Pa3HYIO YYBCTBUTEJIBHOCTh K COB-
MECTHOH (poToAMHAMUYECKOM Tepaltuu ¢ 6eH30pdur-
pUHOM UM BBeleHHeM KapOoruiatuHa (Datta et al.,
2020).

B npyroii pabote (Zhao et al., 2014) uccaenoBanu
BIWSIHME TAKJIWTaKcelda Ha KIeTKA KapIUHOMBI
meiiku MaTtku (Hel.a), mHKancynpoBaHHBIE B CMe-
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cu ¢puOpUHOreHa, aJJbIMHATA 1 JKeJIaTMHa 1 Halleda-
TaHHbIE METOIOM ITOCJIeIOBaTeIbHOM 3KCTpy3uu. I1o
cpaBHeHUIoO ¢ 2D, B 3D-Monenun HaGa0aaIU pa3iiu-
yis B MOKa3zaTelIsIX Mpojudepaluu, >3KCIPEecCUU
MMII n MmapKepoB XUMNOPE3NCTEHTHOCTH K TTAKJIN -
takceny. [Tomumo 3toro, HabmomaaIock popMrIpoBa-
Hue 3D-chepounoB, BEpOsITHO, U3-3a YCUJIECHHBIX
MEXXKJIETOUYHBIX B3AaUMOOCMCTBUMA.

Tobaracmoma

Cpenun Heillpo3OUTEINATbHBIX OITyXOJieil IIno0-
nmactoma (I'BM) sBisieTcst Hambosee arpeCCUBHOIM OITy-
XOJIBIO, C MEeIMaHOM BBIKMBAEMOCTH He Oosee 15 me-
caueB (Omuro, DeAngelis, 2013). Ha cerogHsimHmit
JIEHb pe3yabTaT JICUEHUS TJIMOO0JACTOMBEI OCTaeTCs
HEYIOBJIETBOPUTEIbHBIM, YCTOMYMBOCTh PaKOBBIX
KJIETOK K JIEKAPCTBEHHBIM IIperiapaTaM sSIBJISIETCSI OC-
HOBHOI TTpuunHOU peruauBa ' bM. B cBs3u ¢ aTum
CYILIECTBYET HEOOXOAMMOCTh pa3padborku 3D-mome-
W in vitro, IOOXOOAIIEH IJIS UCCIIECIOBAHUS JIEKap-
CTBEHHOMI yCTOMUYMBOCTH KJIeTOK ['BM.

B pa6ote [las ¢ coaBTopamu (Dai et al., 2016) ipu
IMOMOIIM OronedYaTy ObUla co3maHa TpeXMepHas MO-
JIeJIb CTBOJIOBBIX KJI€TOK TJIMOMBI C MCITOJIb30BAaHUEM
MOPUCTOrO TUAPOTEJISI, UMUTUPYIOIIETO BHEKJIETOU-
HBI1 MaTpuKC. B pe3ynbraTte ObUIM MOJYy4eHBI cKad-
¢doapl, MpeacTaBIsolIne co00il MOPUCThIE CEeTKU
Kpyriaoii mnam KBagpaTHo ¢dopmbel. Hus medatm
ckaddo10B UCIIONIb30BaIU OMOYEPHUIIa Ha OCHOBE
KeJlaTMHa, aJibrMHaTa HaTpus 1 (UOpUHOreHa B CO-
oTHomieHUU 2 : 1 : 1 U TUHUIO CTBOJIOBBIX KJIETOK
oMbl (SU3) (Wan et al., 2012; Dai et al., 2015).
BerkuBaemocth SU3 coctaBuiia 86.92%, cpasy 1mociie
OMOIIPUHTHUHTA HAOII0Ma1ach aKTUBHAS IIpordepa-
s KiIeTok. B TedeHue nmepuomga KyJabTUBAPOBAHUS
SU3 B cocraBe ckaddOII0B HE TOJIBKO COXpPaHWINA
MPUCYIIME UM XapaKTePUCTUKU OITYXOJIeBbIX CTBO-
JIOBBIX KJIETOK, HO TaKXKe IIPOAESMOHCTPUPOBAIIN 11O~
TEeHLMAJI K JaJIbHEHIIIeH KIIeTOYHOU muddepeHIIn-
poBKe. Pe3yabTaThl ornipeneaeHns 4yBCTBUTEIbHOCTH
K JICKaApCTBEHHOM Tepanuu ITokazajiu, 4yTto 3D-Mo-
JIeJIb TIM00aCTOMBI O0Jiee YCTOMYMBA K TEMO30JI0-
muny (TMZ), o cpaBHeHUIo ¢ 2D-MonensiMu, Ipu
KoHLeHTpausx TMZ 400—1600 mkr/miu. Temo3zo-
JIOMUJT — HOBBII TUIT aJIKWJIMPYIOIIIETO areHTa U Hau-
0ojlee 4acTO WCHOJIB3YEMBIM XUMUOTEpaIleBTUYC-
ckuit ripenapat niis gedeHus I'bM (Karachi et al.,
2018).

B HemaBHeM mccnegoBaHuu BaHa ¢ coaBTOpamMm
(Wang et al., 2018a) ¢ mesbio N3y4eHHUs OITyXOJEeBOTO
aHruoreHes3a OblIa pa3padboraHa 3D-mopmenbs MeTo-
JIOM 3KCTPY3UOHHOTO OUOMPUHTHHTIA B BUE TUAPOTe-
JIEBBIX KapKacoB, 3aCESTHHBIX CTBOJIOBEIMU KJIETKAMM
oMbl muHurn GSC23. B maHHOM 3KCIIeprMeHTe
cMelnBaau (UOPMHOTEH C KEeJaTUHOM U ajlbIrMHa-
TOM, YTO OOECNeYMIO XOpOlIyl0 OMOAKTUBHOCTh U
MEXaHUYECKYI0 IIPOYHOCTh HamedaTaHHBIX KapKa-
coB. BzanmocBs3aHHBIE MUKPOIIOPHI BHYTPHM KapKa-
COB UMUTHUPOBAJIN COCYIUCTYIO CE€Th, YTO YCUIMUBAJIO
OOMEH MUTATebHBIX BEIIECTB, KUCJIOPOJa U MeTabo-
JIMYEeCKUX OTXOIOB B MoAeu. [IpuMevaTesibHO, 4TO B
3D-Monmenu yBeIWYMIIOCHh KOJMYECTBO MEXKKIETOU-
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HBIX B3aMMOIEUCTBUI 1 YIyYIIINCH NapaKpUHHEIE
U ayTOKPUHHbBIE (PYHKIIUU KJIETOK.

B npyrom skcmepumente BanHa ¢ coaBTOpamMu
(Wang et al., 2018b) MeTOmOM KOaKCHAIbHOI 3KCTPY-
3MOHHOM OMomnedyaTy OBLIM CKOHCTPYWPOBAHBI TU]I-
porejieBble MUKpPOBOJIOKHA. ['maporesieBble MUKPO-
BOJIOKHA COCTOSUINA U3 000JI0YKHU U CePALIEBUHEL. JIs1
rneyatu OOOJIOYKM MCIIONb30BaId OMOYEpHMIIA U3
aJlbruHaTa HaTpus 6e3 KieTok (BapuaHT U) miam cMe-
IIaHHBIE CO CTBOJIOBBIMU KJleTKaMu TiimoMbl GSC23
(Bapuant G/U). CepaueBuHa MHUKPOBOJOKOH B
000X BapHaHTaX COCTOSIA M3 KJIETOK TJIMOMBI JIM-
Hum Ul18. B 3TOM mcclienoBaHUM ¢ yBeJIMUYECHUEM
BpPEMEHU KyJIbTUBUPOBaHUS KieTKU Kak B G/U, Tak
1 B U-MUKPOBOJIOKHAX COXPAaHSUIA BHEICOKYIO CKO-
pocth npoiudepannu (Murphy, Atala, 2014). Kietku
U118 pocau B Bume cepongoB, KOTOpEIE BITOCIIE-
CTBUM COSAUHSIJIUCH APYT C IPYTOM JIO TeX MOp, MoKa
He 00pa30BBIBaJIM BOJIOKHOOOPa3HEBIE KJIETOYHBIC ar-
peraTbl. YHUKAJIbHOE MHUKPOOKPYK€HHE Ha CTHIKE
000JI0YKM W CEepAlLEBUHBI YCWJIMBAJIO B3aMMONEH-
CTBUE MEXIY KJIeTKaMM, a TaKxKe MeXIy KJIeTKaMU 1
BKM (Zhao et al., 2014). Pe3ynbpTaThl mOKa3aau, 4TO
skcrpeccuss MMIT9 u O6-metunryanun-JHK-me-
tuntpaHcgepasbl (MGMT) ObU1a yBeJIMueHa B MUK-
poBosiokHax G/U 110 cpaBHEHUIO ¢ MUKPOBOJIOKHAMU
U, 4To yKa3bIBajio Ha MOBBIIIEHHYIO JIEKApCTBEHHYIO
ycroiiunBoCcTh KieToK U118, KyJIbTUBHPYEMBIX B
MmukpoBoiokHax G/U mo cpaBHEHMIO ¢ MHUKPOBO-
nokHamu U. Kpome Ttoro, G/U-MUKpOBOJIOKHA MO-
KaszaJin 6oJiee BHICOKYIO YCTOHUMBOCTb K TMZ. BT10
elile pa3 MpoJEeMOHCTPHUPOBAJIO, YTO MUKPOBOJOKHA
G/U, cozmaHHbIe TIPU TTOMOIIN KOAKCUAITBHOM 9KC-
TPY3UOHHOI1 OuoIeyaTu, SIBJISIOTCS TTPEANTOUYTUTE b~
Hoii tuiatdopMmoit anst umutauuu TME rivomsl, a
TaK:Ke IS pa3padOTKU ¥ CKPMHUHTA IPOTUBOOITYXO-
JIEBBIX IIPENapaToB.

B 2019 r. rpyninoii yuensix u3 Kanans (Lee et al.,
2019) 6b11a coznana moaeab ['bM Ha ocHoBe (hubdbpu-
Ha C LIEJIbIO OIIpeAeIeHMUs] XapaKTepUCTUK KIIETOK U
CKpUHUHTa XWUMMOTEPANeBTUUECKUX TpernaparTosB.
st nedyatu ucnoib3oBanu 3D-0uonpuHTep Aspect
Biosystems RXI1, paboTarmoimmii Ha OCHOBE MUKpPO-
dmongHoit TexHonoruu (Bsoul et al., 2016), u 6uo-
yepHUJa U3 ajbrMHaTa, reHUuI1MHa (puOpuHa U Kje-
ToK robiactoMbl (U87MG). B pesysbTate B TeueHUe
12 cyTOK mocie reyaTyl ObLT OTMEUYEH BEICOKUIT ypOBEHb
Ku3HecrocooHocTH kieTok TuHuu US7MG B cocTaBe
HalleyaTaHHBIX CTPYKTYyp. Kpome Toro, KieTku
CIIOHTaHHO O00Pa30BbIBAIN C(HEPOUIBI U IKCIIPECCU-
poBaiM MapKephl CTBOJOBBIX KieTok (CDI133 m
DCX). I neperporpamMmupoBaHus KieTok 'bM B
paHHUE HEMPOHBI HalleyaTaHHbIE KApKACHI C KJIeTKa-
MU 006pabdaThIBajll cMecChlo, cocTosieit u3z 10 MxM
¢dopckommHa, 10 MM 1SX9, 3 MM CHIR99021,
2 MxkM I-BET 151 u 5 MmxM DAPT (FICBD). Knerku
B cocTtaBe 3D-Mopenu mnokasaaud 3HAYUTEIBHYIO
ycroiunBocTh K BozaeictBuio FICBD mo cpaBHe-
HUIO C KileTKamMu 2D -Momenn, 4To CBUAETENbCTBYET O
OoutbIIeit pesieBaHTHOCTH 3D-Momenn 11t CKpUHUH -
ra JJIeKapCTBEHHBIX MPEMapaToB.

HenmaBHo ObLI pa3paboTaH MeTOn ACUEIUIIONSIPY -
3alUU IJ1s1 PEKOHCTPYKIIMY BHEKJIETOYHOIO MAaTPUK-

JKYPHAJI OBLIEN BUOJIOTUU

TUMO®EEBA u np.

ca in vitro, KOTOPBIil TTOJIY4YJI Ha3BaHUE “IelleILIIO-
JIIPU30BaHHBIN BHEKJIETOUHBIM MaTpukc” (1BKM)
(Kuznetsova et al., 2018). 1BKM umutupyer ecre-
ctBeHHBbIIT BKM, mo3BoJIsIsa U3ydaTh IIOBEASHUE KJIe-
TOK IIPY UX B3amMoAencTBuu ¢ MojeKyidamu BKM.
@aktnueckn 1BKM wcrons3oBajiicst B UcCIeI0Ba-
HUSIX TJIMOOJIACTOMBI C LIeJbI0 OMpeleeHNUsT HOBBIX
MepCcrekTUB B ucciaenoBanusx paka (Yi et al., 2019).

Takum oGpa3zom, TpexMepHbIE MOIEIN TIMOMBI
MPEICTABISTIOT COO0I HOBBIM aJIbTePHATUBHBINA WH-
CTPYMEHT I M3Yy4YeHUSI IIMoMareHe3a, OMOJIOTUU
CTBOJIOBBIX KJIE€TOK TJIMOMBI, JIEKAPCTBEHHOM YCTOM-
YUBOCTU, YYBCTBUTEIILHOCTHU K IIPOTUBOOITYXOJIEBEIM
mpenaparam in Vitro 1 BaCKyJISIpU3alluU OITyXOJIN.

MMPOTUBOOITYXOJIEBBIE TTPEITAPATBI
N TEPATIEBTUYECKUUN CKPUHUWUHT

OnyxoJieBble KJIETKW YacTO CO3Aal0T UMMYHOCY-
MPECCUBHOE MUKPOOKPYKEHUE, KOTOPOE MOAABIISIET
a(pdexTopHBIe (PYHKIIMK IIPOTUBOOITYXOJIEBBIX MM-
MYHHBIX KJIeTOK. OQHAKO MHOTHE KJIIOUEBBIE OCO-
OEHHOCTU B3aMMOJCUCTBUS MEXIY OMYXOJIbIO U UM~
MYHHBIMHU KJIETKAMU U TO, KaK 3TU B3aUMOJENCTBUS
BJIMSIIOT HA POCT OITYXOJIH, TUI0X0 n3ydeHbl (Fridman
et al., 2013). McnonszoBanue 3D-moneneit omyxonu
obecrneyrBaeT MHOrooOeaolLyo miardopmy s
CKPUHUHTA IIPOTUBOOIYXOJIEBBIX TepaIrieBTUYECKUX
areHTOB. YCIIeX B pa3paboTKe MPOTHUBOOITYXOJIEBBIX
COEIMHEHWI Ha MPOTSKEHUM IECATUIICTHI OBbIIT HU3-
KUM, Tak, 6ojiee 95% JieKkapCcTB-KaHIMIATOB HE BbI-
XOIWJIY Ha peIiHOK (May, 2018).

Heckomnbko j1eT Ha3zam KoMaHOoM yaeHbIx 13 Ku-
tass u CIIA (Wang et al., 2018c) 6nu1a pa3padboTaHa
3D-monens HER2-nmo3utusHoro PM2K u3 kietok
nepBuyHoit TuHuU 21 PT. 3D-Moaenb Obl1a BCTpoeHa
B Matpuiry MCK, mojy4eHHBIX U3 XKMPOBOI TKaHU
(ADMSC), ee nCHoJb30BAIM IS U3YUYEHUSI peak-
1uu kiaetok HER2-nmo3utuBHoro PM2K Ha nokcopy-
OMLIMH U JIEKAPCTBEHHYIO YCTOMYMBOCTb. B TO ke
BpeMsI KOJUIEKTMBOM yYE€HBIX U3 YHuBepcurera M-
smHoiica (Grolman et al., 2015) Oputa pa3paboraHa
3D-Monenb METOIOM COBMECTHOM 3KCTPYy3UM OMO-
neyatu. 3D-Molenb MCHOJb30BAIM UISI M3Y4EHUS
B3auUMOIENCTBUI MexXay KieTkamu PM2K, nHkamncy-
JIMPOBAaHHBIMMU B IIEIITUI-KOHBIOTUPOBAHHBIE aJIbI'M -
HaTHBIE BOJIOKHA, 1 MakpodaraMu BHYTPU KaHAJIOB.
Kpome Toro, uccnegoBanu 3deKT nmociae Bo3aeli-
CTBUSI IIPOTUBOOITYXOJIEBBIX IIPEIIapaToB.

IMEPCITEKTHBbI

HecMoTps Ha TO, 4TO TEXHOJIOTUSI TPEXMEPHOTO
OUOTIPUHTUHIA B 00JIACTH BOCCO3AaHUS apXUTEKTO-
HUKWA U MUKPOOKPYXKEHMsI OITyXOJIeii pa3BUBaeTCs
OBICTPBIMU TEMITAMU, HAa JAHHBI MOMEHT aKTyaslb-
HOM ocTaeTcsl Impobiema 1momdopa onodepHu. Bei-
0op noaxoAsaux OUOYEPHWJT SBISIETCS OINHUM U3
Haun0oJee BaXKHBIX 9TAallOB B UMUTALIUM MUKPOOKPY-
XeHus1 onmyxoaru. OTCyTCTBUE YHUBEPCATbHBIX OMO-
YEepHWJI U pa3HUIIA B TNIOTHOCTH TIOCEBA KJIETOK 3a-
TPYIHSIOT OLIEHKY Koppeisuuu pesyyibratoB (Hos-
Ne 5
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podiuk et al., 2017). [pyroii mpo0OiieMoii B
Boccozmanum TME sBisieTcss MCIOIb30BaHUE WM-
MOPTAJIM30BAHHBIX KJIETOYHBIX JIMHUI, KOTOpbIC
MOIBEPraloTcss MHOTOYMCIEHHBIM MaccaxaM. Ilep-
BUYHbIE KJIETKHU, MOJIYyYEHHbBIE OT MallMeHTOB, CoXpa-
HSIIOT T€TEPOTeHHYIO Cpely OITyXOJIH U SIBIISTIOTCS 00-
Jlee TOOXOISIIINM HHCTPYMEHTOM B pa3paboTKe
TPEXMEPHBIX MOIEJEH IS CKPpUHUHTA MEePCOHAIU-
3UPOBAaHHBIX TepamneBTU4YecKUX areHToB (Langer
et al., 2019). Tem He MeHee OMOYEepHUIIA 1JIsI IEPBUAY-
HBIX KJICTOYHBIX JIMHUIA e1lle He CTAaHIAPTU3NPOBAHbI.

Jpyroii He MeHee BaXXHOIT IMpo0aeMOii CUUTAeTCS
CO3[TaHNE PA3BUTON COCYIUCTON CETH, TaK KaK OITy-
XOJIM in Vivo BKJII0YAIOT 00JIbIIIOE KOJTUYECTBO CUJIBHO
Pa3BETBJIEHHBIX KalIWJISIPHBIX CETEM, CIIOCOOCTBYIO-
mux ux pocty (Augustine et al., 2021). Co3naHue
KOHCTPYKILMI C XOPOIIO Ppa3BUTON COCYIUCTOU ce-
ThIO 0COOEHHO BaXKHO IMPU OHomneyaTu Mojaeseu riau-
00J1aCTOMBI — OITyXOJI1, XapaKTepu3ylolileiicsl BbIpa-
XXEeHHBIM aHTnoreHe3oM. CooOmaioch, 4To CyOrno-
MYJISILUS TJAUAIbHBIX CTBOJIOBBIX KJIETOK B OITYXOJIU
criocobHa TpaHcauddepeHIUPOBATLCS B SHIOTEIN-
AJIbHBIE KJIETKW, TEM CAMBIM BBI3BIBASI aHTUOTCHE3
(Wang et al., 2010). I[ToaToOMy HCIIOJIb30BaHNUE IOy~
YEHHBIX OT TTAIIMEHTOB OIMYXOJEBBIX KJIETOK MOXET
CO3[1aTh UNECHTUYHYIO TTALIUEHTY COCYIUCTYIO CEThb B
HareyaTaHHON MOJEeNU TPy HaJIMYMU aleKBaTHOTO
MUKPOOKPYKEHUS OMyXoJau. TeM He MeHee METOMbI
BACKYJISIpU3aIlUU OITYyXOJIEBBIX MOJEJIENl BCE €IIe
HYKIAIOTCS B JATBHENIIIEM UCCIIETOBAHAYN U OTITUMU -
3alMU JJI1 KOHKPETHBIX TUMOB omyxoseid. C npyroit
CTOPOHBI, B CPEAE OITyXOJIU YEJIOBEKA in Vivo KIIETOU-
Hasi cekpeuus: (hepMEeHTOB, TOPMOHOB, 1IMTOKMHOB
WIA JPYTUX aT€HTOB MOXET BIUSATh HA MUKPOCPELY
pactyiieit omyxonu. CienoBaTesibHO, BCe 3TU KJie-
TOUHbIE U MOJIEKYIsApHbIe (DaKTOPbl HEOOXOIMMO
YUUTBHIBATh MPU CO3JaHUU U OMONPUHTUHTE OMYXO-
JIEBBIX KOHCTpYKIIM (Augustine et al., 2021).

SAKIIIOYEHHME

B MHOTOYMCIEHHBIX UCCIIENOBAHUSIX TTOTYSPKHY-
Ta MUWCKIIYUTCIIbHAsd BaXXHOCTb BBaMMOHeﬁCTBMH
KJIETOK OITyXOJIA U €€ CTPOMEI B IIPOTPECCUPOBAHUH,
METAaCTa3UPOBAHUU OITYXOJIU U €€ YCTOMYMBOCTU K
MIPOTUBOOITYX0JIeBoii Teparuu. CieaoBaTeabHO, TT0-
HUMaHWE 3TOr0 B3aUMOICHCTBUS HEOOXOOVMO ISt
pa3paboTku 6osee 3PPEKTUBHBIX METOJIOB JICUCHMSI.

Buenpenue texnomoruu 3D-0MONMPUHTHHTA TIPO-
M3BEJIO PEBOJIIOLMIO B IIEPCOHAIM3UPOBAHHON MeIu-
HuHe 3a cueT MoaearpoBanuss TME omnyxoneii in vitro
C MCITOJIb30BAaHUEM MEPBUYHBIX OITYXOJIEBBIX KJIIETOK
narmeHToB. Kpome toro, 3D-momenun TME mo3Bo-
JIMJIA TJIyOXe IIOHSTH KJIIOUEBBIE MOJIEKYJISIPHBIE U
KJIETOYHBIC MMYTU KaHLIEpOreHe3a.

Takum o6paszom, 3D-monenu TME npencrais-
FOT COOOIi HOBBII AJIbTEPHATUBHBIN WHCTPYMEHT TSI
CKPUHWHTA MTPOTUBOOITYXOJIEBBIX TIPEMAPATOB U OTI-
TUMU3AUUN CTPATETUU JIEYCHUS OHKOJIOTHYECKUX
OOJIbHBIX.
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Advances in cell and molecular biology have led to the development of personalized medicine, aimed at
adapting diagnostic and treatment methods for each individual patient. One of these advances is considered
to be 3D bioprinting. 3D bioprinting methods allow to recreate the tumor microenvironment (TME) of the
patient, most accurately reflecting the key stages of cancer spread, such as invasion, intravasation and angio-
genesis. Different types of cells are used as bio-ink for 3D printing, depending on the tumor. Research in this
area is mainly focused on several areas: optimization of bio-ink and constructs, the choice between applying
of immortalized or primary cell lines for printing, and testing of anticancer agents in 2D and 3D models of
various malignant tumors. Thus, the development of 3D TME models creates conditions for optimizing the
in vitro tumor treatment strategy. The review describes the existing 3D TME models of various types of cancer

and the prospects for their adoption in oncology.
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