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YactuyHass MmukoretepoTpodusi (MUKCOTpodUsl, MOTydeHHUEe OPraHWMYECKUX BEIIECTB U3 MUKOPHU3HBIX IPUOOB) K-
POKO pacripocTpaHeHa Yy MUKOPU3HBIX IIBETKOBBIX PaCTeHWIA. MBI MPEAITOIOXWIN, YTO aIbITUCKUE TTPEICTaBUTE-
1 cemeiictBa Gentianaceae (rope4aBKOBBIE), UMEIOIIKME B CBOEM COCTABE ITOJHOCTHIO MUKOI€TEPOTPO(HEIE BUIBI
¢ apOYCKY/ISIPHOM MUKOPU30ii, MOTYT B 3HAUUTEIbHOI Mepe ObITh MUKcOoTpodamu. M3ydyeH usoromnHsiii (0°C, 8N,
0’H u 6"0) u snemenTHbIit (C 1 N) cocTaB IMCTheB U KOPHE# 13 rmap BUIOB BBICOKOTOPHBIX pacteHuit (Buabl Gen-
tianaceae M Ipou3pacTaollre PsIOM pedepeHCHbIe pacTeHUsT — ABYIOJbHEIE C apOYCKY/ISIPHOI MUKOPHU30ii) TpexX
ropHbix cuctem lonapktuku (Anbnbl, KaBkas u Tubet). Bonpeku Haieii runorese, opraHu4eckoe BEIIeCTBO JIH-
CThEB M KOPHEil ropevyaBKOBBIX He ObLI0 oboraiieHo faeiiteprueM (PH) 1o cpaBHeHUIO ¢ pedepeHCHBIMU PACTEHUSIMH,
YTO YKa3bIBAE€T HAa OTCYTCTBHME MM HU3KYIO 3HAYMMOCTb MUKOTE€TEPOTPO(PUHU Y N3yYEHHBIX BUIOB. JINCThsS M KOPHU
rope4aBKOBBIX MMeH Oosee Beicokue 3HaueHns 0°N 1 8'%0, Ho 6ostee Huskue 8*C 1 6?H 1o cpaBHEHUIO C IUCTHIMKA
1 KOpHSIMU pedepeHCHBIX pacTeHUi. JINCThS M KOPHU rOpevYaBKOBBIX comepxkaiu Gojbine C, omqHaKO ComepKaHHue
N B IUCTbSIX OBLIO GOJIBIIE, A B KOPHSIX MEHBIIE, YeM B COOTBETCTBYIOLIMX OpraHax pehepeHCHBIX pacTeHuit. Mbl
MPEAIOJOKUIN, YTO TaKKEe PEe3y/IbTaThl MOI'YT ObITh OOBSICHEHBI D0JIee MHTEHCUBHOM a30T¢hUKcaleil MpoKapuoT
JINCTOBOTO MUKPOOMOMa, 0OecTIeunBaloIei JIydiliee a30THOE MTUTaHWe JINCTheB W MX 0ojiee MHTEHCUBHBINA (DOTO-
CHHTE3 U TPAHCIIUPALIO.

Kniouesvie cro6a: aabIniicKue cOOOILIECTBA, U30TOIHBIN COCTAB, COOEPXAHUE a30Ta, COAEPKAHUE YINIEPOaa, CeMeii-
ctBo Gentianaceae
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CewmeiicTBo Gentianaceae HACUUTHIBACT OKOJIO
1850 BIIOB 1 IIMPOKO PacIIpOCTPpaHEHO Ha BCEX KOH-
THHEHTaX, KpoMe AHTApKTHUIBI, €TO IIPEICTABUTEIN
TATOTEIOT K BRICOKOTOpHBIM obactsam [1]. Cemeii-
CTBO BKJTIOUACT 25 MOJTHOCTHbIO MUKOTETepOTPOd-
HBIX BUIOB YeThipex ponos (Voyria, Voyriella, Exacum
u Exochaenium) |2, 3]. IloaToMy IIpenmnosaraaoch,
YTO U APYTUE IPEACTaBUTEIA 3TOTO CeMelicTBa MOTYT
OBITh YACTUYHO MUKOTETEPOTPO(PHBI (MUKCOTPO(MHBHI),
YTO OBLIO ITOKA3aHO IS psiia BUIOB C IIPUMEHEHUEM
W30TOMHOTO aHanu3a: Bartonia virginica w Obolaria
virginica [4], Bo3MoxxHo Takke mais Curtia tenuifolia
u Neurotheca |5, 6], Pterygocalyx volubilis [ 7]. OnHako
aHaJIN3 N30TOIMHOTO COCTaBa yIJIepoaa 1 a30Ta JIh-
CTbEB 9 BUIIOB BEICOKOTOPHBIX TOPEYaBKOBBIX TrbOeTa
u KaBka3a 1mokasaj IMOBBIIIIeHHOE COIepXKaHe B HUX
SN, Ho He BC, 10 cpaBHEHUIO C PSIAOM PACTYIIMMU
pedepeHCHBIMU paCTEHUSMU 13 IPYTUX CEMEICTB IBY-
nonbHEIX [8]. [ToaToMy crienmnuIHbIE 0COOEHHOCTH
HM30TOITHOT'O COCTAaBa TOPEYABKOBBIX 1 MEXaHM3MOB €T0
(bopMUpOBaHMSI OCTAIOTCSI HESICHBIMU. ApOyCKYyJ/IsipHast
MHUKOpPH3a TOPEUYABKOBBIX MMEET CBOM OCOOEHHO-
ctu [9, 10]. OHa otHOCUTCS K Paris-TuIly: TprOHBIE
(Bl PaCIIPOCTPAHSIIOTCS OT KJIIETKH K KJIETKe, a He TI0
MEXKJIETHIKAM, 3€JICHbIE PacTeHUS (DaKyIbTaTUBHO
CUMOUNOTPOHBI, T.€. MOTYT pa3BUBAThLCS O6€3 TpudoB.
J11 MHOTHMX pacTeHUI ¢ 3TUM TUIIOM MUKOPU3BI 13-
BeCTHA YacTUYHaAg MuUKoreTeporpodud [11], B gacT-
HOCTH Ui onHoNeTHUKA Gentiana zollingeri B Sinonun
IMOKa3aHa HadajbHasi MUKOTeTePOTPO(USI — pa3BUTHE
IMON3eMHEBIX CTPYKTYP IIPU IUTAHUY CUMOMOTUIECKIM
IpUOOM B TCUCHIE HECKOJIBKIX MECSIIIEB IO ITOSBIICHIUS
3eJIeHBIX TeHEPaTUBHBIX HaI3eMHBIX To0eToB [12, 13].

BaxxHBIM MHOAUKATOPOM (4aCTUIHOIM ) MUKOTIE-
TepOoTpOopUM pacTCHU C apOyCKYISIPHON MUKOPH-
301 (AM) BEICTYITAET colepKaHNe B OpTaHUMISCKOM
BellleCTBe pacTeHuii aeiirepust (*H) — ctabuiabHOTO
TSIKEJIOTO M30Toma Bofgopona [ 14]. M3ydenne 13 BunoB
MOJIHOCTBIO MUKOTeTEepOTPO(MHBIX pacTeHUl ¢ AM
nokasajo oboraieHue BC,N u 2H, Ho ne 0, op-
TaHMYECKOTO BEIIECTBA JIMCTHEB IT0 CPAaBHEHUIO C CO-
CETHUMU aBTOTPOMPHBIMI pacTeHUsIMU [ 14]. B Hammeit
TIpeNIIecTBYIONei padoTe [8] MBI TTOCTaBUIN IBE 3a-
a4y VIS JaTbHEHIIero n3ydeHus creln(puKy 130-
TOITHOTO COCTaBa pacTeHmii cemeiictBa Gentianaceae:
1) ompenennTh U30TOITHBII COCTAB yIiiepoda 1 a30Ta
HE TOJIBKO B JIUCTBSIX, HO 1 B KOPHSIX PACTCHUIA B CBSI3N
C BO3MOXHBIMU poneccaMi (ppakIImOHUPOBAHUS
HM30TOIIOB YIJIEPOIa M a30Ta IIPU TPAHCIIOPTE MEXITY
KOPHSIMHU 1 TTo0eraMu; 2) OLICHUTh COMepKaHue Aeii-
tepust (*H) B ropeyaBKax s IPOBEPKU TUIIOTE3bI
0 YaCTUIYHOM MUKOTETEPOTPODUM 3TUX paCTCHUI
[8]. Pemenmio aTux 3amad 1 MOCBSIIeHA HACTOSTIIAS
paboTa, B KOTOPOI1 IIPOBEACH aHAJIM3 U30TOITHOTO

OHUITYEHKO u np.

U 3JIEMEHTHOTO cocTaBa 13 BUIOB BHICOKOTOPHBIX
npencrasuteneit Gentianaceae U3 Tpex TOPHBIX pe-
ruoHoB (KaBka3, Ajibiel 1 Tuber).

MATEPUAJI U METOZbI

OO0OBeKTBI M PAiOHbI HCCIEIOBAHMIA. JIVCThS 11 KOp-
HH BBICOKOTOPHBIX IIpeIcTaBuTeNel ceMeiictBa Gen-
tianaceae ObUIM COOpaHBI B ABIIMICKUX COOOIIECTBAX
IOxmoro Tupomns (Uramms), CeBeproro Kaskaza (Ka-
pauaeBo-Yepkecckast Pecnyonuka, Poccust) u Boc-
toaHoro Tubera (Cerayann, Kurait) (Tadm. 1). Becero
OBUT0 coOpaHo 13 BMIOB, KaXKIBIi B TOPEYaBKOBBIX
(G-pacteHmne) mpoaHaTM3UPOBaH B 5-KpaTHOM TTOBTOP-
HOCTH B ITape C OOUTAIOIINM COBMECTHO (PacCTOSIHME
He 0osiee 1 M) pedpepeHCHBIM BUIOM TPABSIHUCTBIX pacTe-
Hmii (R-pactenne). PedpepeHcHbIe pacTeHys BRIOMpa
Ha OCHOBaHMY COBMECTHOT'O OOMTAHMS B TOYKAX OTOOpa
00pas3IIoB ¢ M3ydaeMbIM BUIOM T'OPEYABKOBBIX PACTCHMIA,
TIPUHAIEKHOCTHA K COOCTBEHHO IBYIOJILHBIM PACTCHHSIM
1 K TAKCOHAM, 00pa3yIoIIM apOyCKY/ISIPHYIO MUKOPH3Y,
TaKXKe XapaKTePHYIO 1 ISl TOPSUYABKOBBIX.

[lepen aHamn3oM Bce 00pa3IIbl INCTHEB U KOPHEit
pacTeHuit OBUIM BHICYIICHBI B CYIIMIBHOM IIKady
npu Temnepatype 55 °C B TedeHMe 72 9 1 pa3MoJIo-
THI Ha IapoBoit MenpHMUIIe Retsch MM200 (Retsch
GMBH, I'epmanus). B3pemmBaHue mpoBOIMIN HA Be-
cax Mettler Toledo MX5 ¢ TOYHOCTBIO 10 2 MKT. J1j1s1
aHaJIM3a N30TOITHOTO COCTaBa yIjiepona 1 a30Ta oopas-
el Maccoif 1000—1200 MKT 3aBOpauynBaJIv B OJTIOBSH-
HBIE KaIICYJIBl. AHAJIN3 IIPOBOIIIIM C TIOMOIIBIO 130~
TOITHOTO MACC-CIIEKTPOMETPA B LICHTPE KOJUICKTUBHOTO
nob3oBanust MI1OD PAH (r. MockBa) Ha KOMITIEK-
ce, COCTOSIIEM 13 N30TOITHOTO MacC-CIIeKTpOMeTpa
Delta V Plus u anemenTHoro a"Hann3atopa Flash EA
1112 (Thermo Fisher Scientific, USA). M30TomHEI1
COCTaB a30Ta M YIJIEPOIa BBIPAXKAJIU B THICSTIHBIX JOJISIX
(8, %0) OTKIIOHEHUS OT MEXIYHAPOIHOTO CTaHAap-

- ]13
BN (R 1000, e R - coomro.
o0paszel| CTaHIapT 4

menue u3oronos *C/2C wim PN/“N. AHanutudeckast
rorpentHocTs (5D, n = 8) onpeneneHnsI N30TOITHOTO
coctaBa He TipeBbitana (0.2%o. OmHOBpeMEHHO BO BCEX
po06ax OBLI0 U3MEPEHO MACCOBOE COIEepKaHME YIIC-
pona u azota (%N, %C).

Conepxanne 2H u 8O naMepsiiv TOJIBKO A5 pacTe-
Huit Anen u KaBkaza. [{1st aHanu3a ObUT UCITOJIb30BaH
Macc-criekrpomeTp DELTA V Advantage B KomOnHa-
MU ¢ 3JeMeHTHBIM aHanu3atopoM Flash HT (Ther-
mo Fisher Scientific, CIIIA). IIpoOsI Maccoii 0K0JIO
300 mMKT OBLTH 3aBEpHYTHI B cepeOpsTHbIe Karcyibl. Pe-
(bepeHTHBIE MaTepHAaJIbl WJIU JTa00paTOPHBIC CTAHIAPTHI
aHAJIM3UPOBAJIM IO U IIOCJIEe KaXI0M Cepruu, a TaKxKe
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Ta6muna 1. Criicok M3ydeHHBIX BUIOB TOPEYaBKOBBIX U pedepeHCHBIX BUIOB U MECTa UX COOPOB

Ne Buna CemM. Gentianaceae PedepeHcHbli BU Mecto coopoB
1 Gentiana acaulis L. Potentilla erecta (L.) Raeusch. Aunbnbl, KOxHbIl TUpoOb,
2 Gentianella germanica (Willd.) Bérner | Campanula scheuchzeri Vill. anibrniickue Jyra: 46.4—
; - 46.7° c.u., 11.3—11.8° B.21.,
3 Gentiana verna L. Campanula scheuchzeri Vill.
- 1790—2300 M Ham yp.M.
4 Gentiana nivalis L. Campanula scheuchzeri Vill.
5 Lomatogonium carinthiacum (Wulfen) | Campanula scheuchzeri Vill.
A. Braun
6 Gentianella campestris (L.) Borner Campanula scheuchzeri Vill.
7 Gentiana cruciata L. Plantago media L. KaBka3s, KapauaeBo-
8 Gentianella caucasea (Lodd. ex Sims) | Leontodon hispidus L. Yepkecckast Pecriy6ivika, 6;1u3
Holub ayna YuKkyiaH, cyxue Jyra:
43.3°c.m., 42.0—42.3° B.11.,
1800—2050 M Haxg yp.M.
9 Gentianopsis paludosa (Hook. f.) Ma Cremanthodium lineare Maxim. Bocrounslit Tuber, Kuraii,
10 Gentiana straminea Maxim. Saussurea tatsienensis Franch. Sichuan,qui tOWI’lS}'lip, Zoige,
11 Gentiana dolichocalyx T.N. Ho Leontopodium wilsonii Beauv. ]138;1)]8?3]);4 nyr: 33.7° ¢,
12 Gentiana syringea T.N. Ho Saussurea semilyrata Bureau 3486 M Ha’Jl yp-M.
et Franch.
13 Halenia elliptica D. Don Pedicularis plicata Maxim.

MOCJIe KaXIbIX ST UCCIeAYEMBIX Tp00. MI30TOmHEI
cocrtaB Bogopoza 1 kuciaopozna (0’°H u 6'80) Beipaxkanu
B THICSIYHBIX JOJISIX OTKJIOHEHUSI OT MEXIYHAPOTHOIO
crangapta (VSMOW). AHanmnTrdecKast ITorpelrHOCTh
(SD, n = 6) ornpenenieHUsT U30TOITHOTO COCTaBa B CTaH-
JApTHHIX MaTepualiax He IpeBbimaia 2%o.

CraTtucTHueckmii anam3. YToObI OLICHUTH BIIUSI-
HHe IpUHAIJIEXKHOCTH K ceMecTBY Gentianaceae
(G- unu R-pactenne) u opraHa (JINCThSI MIA KOPHN)
Ha 3JICMEHTHBIN 1 M30TOITHBIN COCTaB paCTeHMIA, OBLT
MIpoBeneH IByX(haKTOPHBII TUCTICPCUOHHBIN aHAIN3
C YYETOM B3aUMOIEUCTBUS MeXIy (hakTopaMu. Tak Kak
B mapax G- u R-pacTeHuii BO3MOXHAa N3MEHINBOCTb,
CBsI3aHHAs C IPUHAUIEKHOCTBIO K KOHKPETHOMY BUIY
¥ 0COOEHHOCTSIMM YCJIOBUI ITPOU3pACTaHUS JaHHOM
Tapbl BUIOB, TO UCITOIb30BAIA TUCIICPCUOHHBIN aHa-
JIN3 C Mepapxuueckoii cTpykTypoii (nested ANOVA),
IIe B Ka4eCTBE MCTOYHMKA CIIyJaifHOI OIIMOKY yKa-
3piBasi HoMep napel G- u R-pactenuii. ConepxxaHue
ymiepona, azora, 0°C u 8N aHaaIM3UpoBaiu y BCex
13 map BugoB, a 8’H u 6'*0 — Tosibko y 4 map, rjue us-
3a MeHblIero oobeMa 06pas3LoB pedepeHCHOIo BUIa
Campanula scheuchzeri mapbl BUIOB C €T0 YI4aCTUEM
(cM. Taba. 1, Ne 2—6) 6bUtM 00beAUHEHBI. AHATIA3
JIaHHBIX TIPOBEEH B cTaTUCcTAYecKOoM cpene R [15].

YTOOKI OLIEHUTh, B KAKOM HAaIlpaBJICHUHU U HACKOJIb-

KO COITIACOBAHHO U3MEHSIIOTCS U3yYeHHBIE TPU3HAKUI
B oTHeNbHbBIX Mapax G- 1 R-pacTeHuii, ObLIY UCITIONb-
30BaHEbI MOAXOIbI METaaHAJIM3Aa: pacueT CpeaHei pas-
Hoctu (Mean Difference, BemmamHa a¢ddekra), oleHKa
3HAYMMOCTH METOIOM OOGPATHOM AUCIEPCUM, MOAETD
DKOJIOIuia
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caydaiiHbix 3 dekToB [16]. 3HaYMMBIMU CUUTAIIN BE-
JIMIUHEI 3P dekTa, 95%-Hblil JOBEepUTEIEHBII HHTEP-
BaJI KOTOPBIX HE BKJIIOYAJI HOJIb. PacueTsl mpoBeneHb
B makete “meta” [17].

PE3VIJIBTATbI

Yrepoa. Ha conepxkaHue yrepona 3HaAYMMO BIIUsTIa
MIpUHAIJIEXHOCTH K rpynmne (G- mwim R-pacteHue),
a MeXny KOPHSIMU U JIUCTHSIMU B II€JIOM pa3Jiv-
ynit He 010 (Tadi. 2, 3). I1o aToMy mokazareito
G-pacTeHns1 3HaYUMMO IIpeBocxomyii R-pacTteHus
BO BCEX M3YUYCHHBIX peTHUOHAX KaK IS INCThEB
(46.8 £ 0.2% n 43.3 £ 0.2% CcOOTBETCTBEHHO), TaK
U 1t KopHeit (45.8 £0.2% un 44.0 £ 0.2% cooTBeT-
cTtBeHHO) (puc. 1): y G-pacTeHMIT INCThSI CONCPKAIN
6omabire C, yeM KOpHU, a y R-pactennii — Ha060pOT.
ITo conepxanuio BC Habonanack oGpaTHas KapTUHa:
OHO OBLJTO BHIIIE Y R-pacTeHnit Kak B KOPHSX, TaK
1 B JINCTBSIX (pHC. 2), HO JIMCThSI COMEPKaIN 3HAYIMO
Menble *C B cpaBHEHUHU C KOPHSIMU.

A3or. JIUCTBS BCeX pacTeHUil comepKaand 00Ib-
IIe a3oTa, 4eM KOpHH. B 11ea1oM He OTMEUeHO
3HAYMMBIX Pa3In4uii IO comepXKaHuo N MeXay
G- u R-pacreHusIMHM, HO OTMEYEHO 3HAYNMOE B3an-
MozeiicTBre Mexny pakropamu (p < 0.001, Ta6. 2),
IoKas3bIBalomee, yTo y G-pacTeHUI B TUCTHIX a30Ta
OoJIbllie, a B KOPHSIX MEHbIIIe, YeM y R-pacteHnii
(cMm. puc. 1). Bennuuna 0N u B KOPHSIX, U B JIU-
CThSIX 3HAYMMO BhIIIe y G-pacTeHuit 1o CpaBHEHUIO
¢ R-pacrenussmu (cm. puc. 2). MHTepecHO TakKe
OTMETHUTh, YTO pa3HUIIA B comepxXaHuu PN Mexmy



108 OHUITYEHKO u np.

Taomuua 2. Conepxxanue yriepona u a3ora (%), a Takske M30TOITHBII COCTaB yIiepoa, a30Ta, Boropoaa u Kucjaopomna (%o) B IUCThSIX
W KOPHSIX TOPEYaBKOBBIX U pedepeHCHBIX BUIOB pacteHuit (n = 64 — s C, 8°C, N, 0"N; n = 29—40 — mig 6’°H, 6"*0; G/R —
MPUHAIIEXHOCTH K TpyIIIie TopedaBKoBhIX (G) i pedepeHcHBIX (R) pacTenmit)

Cpennee + ommbka
Oprait G/R C N e 55N oH 850
JIuctest G 46.8 +£0.2 2.1 £0.1 —289+0.2 —1.8+0.3 —1122+ 1.5 21.5+0.3
JIucTtes R 4334+0.2 19+0.1 —28.1+0.2 -3.240.3 —105.8 £ 1.5 20.8 £0.2
KopHu G 45.8+0.2 0.9+0.1 —284+0.2 —-1.9x£0.3 —100.5£2.0 20.3 0.1
Kopun R 44.0%0.2 1.0 £0.13 —275+£0.2 —2.7+0.3 —88.6+ 1.9 19.8 £0.2
(a) ()
Pervion C, nuctes p N, nucTes p
AJBIIBI <0.001 0.502
<0.001 0.015
<0.001 0.183
<0.001 0.395
<0.001 0.004
0.469 0.013
KaBka3 <0.001 0.001
0.009 0.151
Tuber <0.001 0.024
0.332 0.181
<0.001 0.058
<0.001 0.569
<0.001 0.105
Bce <0.001 0.028
-1012345678 -0.5 0 0.5 1
(B) ()
Pervon C, kopHH p N, KopHUH p
AJBITBI <0.001 0.92
0.313 0.361
<0.001 0.054
0.205 0.54
0.001 0.041
0.033 0.22
KaBxka3z <0.001 0.829
<0.001 <0.001
Tuber <0.001 0.026
<0.001 0.02
0.255 0.019
0.008 0.147
0.208 0.177
Bcee <0.001 0.043
-2-1 012 3 45 6 -1 -0.5 0 0.5

Puc. 1. Cpennsis pazHocts Mexny G- u R-pactenusimu o conepxanuto ymiepona C u a3ota N B JIUCTBSIX U KOPHSIX (pe3yJibTa-
TBHI MeTaaHaIM3a). 30eCh ¥ Ha puC. 2 U 3: p — YPOBEHb 3HAYMMOCTH 110 METOIY OOpaTHOM AUCIIEPCUU [UTS OTIEBHBIX ITap BUIOB
U TI0 MOJZIeN cItydaitHbix 3 dexToB wist Beex map (Bce); mopsimok BUIOB cBepXy BHU3 COOTBETCTBYET MOPSIKY BUIOB B TaOI. 1;
pa3Mep CUMBOJIOB IPOITOPIIMOHAIEH BEIMIMHE OOPATHOM AMCIIEPCUH, YChI TIOKA3hIBAIOT 95%-HBIil TOBEPUTETbHBIN MHTEPBAJI,
a TIOJIOXKUTEITbHAsI pPA3HOCTh ITOKA3bIBAET, YTO BEIMIMHA MTPU3HAKA y pACTEHUSI U3 TPyITbl G OoJIblie, YeM Y pacTeHUsI U3 rpymis R.

BOKOJIOIMA  Ne2 2025
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KOPHSMU U JIMCThIMU He3HaunMa y G-pacTeHUi
(—0.08 £ 0.15%0), HO 3HAUMMO oTAn4aeTcs ot 0
s R-pactenuii (0.47 £ 0.17%o0), a TakKe pa3iu-
yaeTcs MeXAy 3TUMHU ABYyMs IpyNIaMy pacTeHUt
(110 t-xputepuio p = 0.022 ipu n = 128).

0’Hu 0'0. N3oTonHEIi cocTaB BOIOpOIa 1 KHC-
JIopoJa ompeAeieH TOJIbKO B oO6pa3iax u3 AlbIl
u Kaskasza. I1o conepxanuio neiitepus (?H) kop-
HY 3HAYMMO MPEBBIIIATIN JTUCTh, a y G-pacTeHUt
ObUTM MeHbIIMEe BeanunHbl O’H, yeM y R-pacrennii
(—109.1 £ 1.1%0 u —94.2 + 1.6%0 COOTBETCTBEHHO
st G- u R-pactennit) (cm. ta6i. 1 u puc. 3). Hampo-
TUB, JIUCThS B 00€UX IPYIIIAaX COAEPKAIN HECKOIbKO
6obiie B0, mpuuem G-pacTeHHS CoIepKaIK 3HAUU-
Mo 6oJbiie 80, yem R-pacrenus (680 21.2 £ 0.2 u
20.1 = 0.1 cooTrBeTcTBeHHO, p < 0.0001).

OBCYXIEHWE

Yinepon. ConepxaHue yIiiepona B CyXOM BeIlleCTBE
B KOPHSIX TOPE€YaBKOBEIX OBLIIO HILKE, 4 B JINCTHSIX BBIIIIC,
yeM y pedepeHcHbIX R-pacrenmii. [1omyaeHHbIe HAMI
BEJIMYMHBI HEMHOTO IIPEBHIIIAIOT CPETHEMUPOBBIC JaH-
HbIE TT0 TPABSIHUCTHIM pacTeHUSAM: KOpHU —42.5 + 5.1%
C, muctbs —44.7% + 3.5% C [ 18]. AnbIuiicKue pacTeHUS
Pa3BUBAIOTCS IIpU 0OJIee HU3KMX TeMIIEpaTypax, 4eM
HM3KOTOPHbIE, IIO3TOMY HAIllM TAHHBIC HE TIONTBEPXKIAI0OT
TeHICHIINY CHYDKSCHIS COIEPKaHMSI YITIEpOIa B YCIOBHSIX
6omee HU3KMX Temmepatyp [18]. Conepskanme yrepona
OIIPEIETISIETCS CTPYKTYPOIl KIIETOK 1 X 000JI0UeK, Ha-
JIMYMEM 3aIIaCHBIX BEIIECTB U IPYTUMM CBOMCTBaAMH,
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OHO MOJIOKUTEIIBHO CBSI3aHO C KOJIMIECTBOM JIMTHIHA
B TKaHSIX ¥ 9HEPrOCOIepXaHNeM pacTUTEILHOM O10-
MAcCCHI, T.€. C COIepXKaHNEeM ero MeHee OKMCICHHBIX
dopM. OTHOCUTETHLHO 0OOTAIEHBI YITIEPOIOM OCTKI
¥ MHOTHIE BTOPUYHBIC METa0OIUTHI (HaIIpuMep, TeH-
TUOIMMKPOCUT COOEPKUT 0KOJIO 54% C), KOMMIeCcTBO
KOTOPBIX B JIMCTBSIX TOPEUIABOK MOXKET OBITH BEIIIIE (CYIS
ITO TIOBHIIIIEHHOMY IIPOIICHTY a30Ta), 4eM Y R-pacTeHmuii.
OTO MOXET CITy>KUTb BEPOSITHBIM O0BSICHEHHEM ITOBbI-
IIEHHOTO COAePKaHUsI YIICPOAa B JINCTHSIX TOPEIABOK
B CPaBHCHUM C OPYTUMU PACTCHUSIMU.

B npenenax omHoro tura ¢hpoToCHHTE3a KOJIMIECTBO
n3oTora *C 3aBUCUT OT MHOTUX (PAKTOPOB, B TOM
YHCJIe OT reTepoTpoduu (OOBIIHO IPUBOIUT K IO-
BBILICHUIO comepxanus *C) u xapakTepa BOTHOTO
pexXuma, Koraa Ipyd HeagoCTaTKe Bard U OOJIbIIEM
3aKpBITUH YCThULL Bo3pacTaeT coaepxkanue BC [19, 20].
JIuctest pacteHuit 06b19HO 06enHeHBI “C Mo cpaBHe-
HUIO C APYTUMU opraHamu [21], 4To moaTBepKmaeTcst
1 HAIIMMY JaHHBIMU. Kak IMCThsI, TaK ¥ KOPHU TO-
pE4YaBKOBEIX 3HAUUMMO 00emaHeHbI PC M0 cpaBHEHUIO
¢ R-pacrerusimu. [IpuanHBI 3TOTO HE COBCEM II0-
HSITHBI, HO MBI MOXEM ITPEITIOJIOXUTh, UTO Jy4IlIee
pa3BUTHE KOPHEBOM CUCTEMBI 1 CIielMPuIecKast MU-
kopuzauusa G-pacTeHUit IIPUBOISIT K OTHOCUTEIHLHO
JIy4IIeMy 00eCIIeUeHIIO BOMOI 1 MEHBIIIEMY BOTHOMY
crpeccy [22, 23].

A3ot1. HaMu mmostydyeH MHTEpECHBII pe3ybTaT
I10 O0IIIEMY COMEP>KAHMIO a30Ta: OHO BHIIIIE B JIUCTHSIX,
HO HIXe B KOpHAX y G-pacTeHU 110 CpaBHEHUIO

Ta0mama 3. Pesynbratbl nBYx(paKTOPHOTO OHMCIIEPCMOHHOTO aHalM3a C YCJIOBHEM B3aMMOICHCTBMS MeXOy ¢haKTopamMu
u uepapxuyeckoir crpyktypoit (G/R — mpuHamiexHoCTb K rpynie ropedaBkoBbiX (G) mnu pedepeHcHbX (R) pacreHwmii;

**—p<0.01, *** —p <0.001)

TIpusnHak daxkrop df F P

%C I'pyrima G/R 1 226.377 <0.001***
OpraH 1CT/KOpeHb 1 0.486 0.486
I'pyrna: Oprax 1 24.688 <0.001***

%N I'pynna G/R 1 0.826 0.364
OpraH J1cT/KOpeHb 1 628.225 <0.001***
I'pynna: Opran 1 17.676 <0.001***

oBC I'pyrma G/R 1 43.089 <0.001***
OpraH J1CT/KOpeHb 1 19.204 <0.001***
I'pynna: Opran 1 0.039 0.843

0PN I'pynna G/R 1 39.635 <0.001***
OpraH J1CT/KOpeHb 1 1.316 0.252
I'pyrmma: Opran 1 2.721 0.100

o’H Ipynma G/R 1 110.21 <0.001***
OpraH J1cT/KOpeHb 1 48.89 <0.001***
I'pynma: Opran 1 1.83 0.179

00 I'pynma G/R 1 33.547 <0.001***
OpraH J1CcT/KOpeHb 1 10.232 0.002**
I'pynma: Opran 1 1.362 0.245
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(a)

Pernon
AnbIbl

0“C, nucTha

Kagska3z

Tubet

Bce

—-4-3-2-1 01 2 3

(B)

Pernon
AJIBITBI

O"C, xopHH

KaBxka3z

Tuber

Bce

2.5 —050.5 2.5

(6)

p 0N, IuCThs p
0.439 <0.001
<0.001 0.877
0.11 0.073
0.937 0.53
<0.001 0.089
<0.001 0.702
<0.001 0.363
<0.001 0.185
0.043 0.014
0.12 <0.001
<0.001 0.269
0.068 <0.001
<0.001 0.043
0.051 <0.001

2-1 012345

(1)

P 8'SN, KopHH P
0.653 0.009
0.005 0.174
0.521 0.911
0.793 0.045

<0.001 0.681
<0.001 0.99
0.024 0.083
0.036 0.94
0.125 0.649
0.551 0.003
0.033 0.952
<0.001 0.841
<0.001 <0.001
0.006 0.004
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Puc. 2. Cpennss pasHocTb Mexny G- u R-pacrennsvu no BemmariHaM 0°C 1 8N B IMCTBSIX ¥ KOPHSIX (PE3yJIBTaThl METAAHAJIM3A).

¢ R-Bunmamu, a conepxkaHue TseKenoro nzoromna PN
BoIe y G-pacTeHU 1 B KOPHSX, U B JIUCTBIX. DTO
MMOATBEPKIACT HAIIIM IIPEAbIIYIIe JaHHBIC 110 IPY-
TMM BHJIaM ropeuaBKOBHIX [8]. Paree omHOIT 13 BO3-
MOXHBIX IPUYMH 0OOraiieHus rope4yaBok "N MBI
paccMaTpUBaId UX YACTUIHYIO MUKOTETepOTPO(HIO,
KOTOpast MOXKET COIPOBOXIATHCS ITOBBIIICHUEM CO-
nepxanusa PN mpu orcyrctBuu oboramteHus BC [24,
25]. Kak 6omee HageXKHBIM MHIMKATOP YaCTUIHOMN
MUKOTETEepOTPO(GHU pacCMaTPHUBACTCS 00OTaIlICHHE
opraHmyeckoro Beiectsa aeiitepueM 2H [14]. Onnako
OTCYTCTBUE oboranieHus *H B HallleM ciiydae He MOJ-
TBEPOUIIO YACTUYHYIO MUKOTETEPOTPODPHIO N3YyUCHHBIX
BUIIOB rope4aBKOBbIX. [1o3TOMY HEOOXOMMMO HCKaTh

aJIbTEpPHATUBHBIE IPUYMHBI 000TAILIEHUS TUCTHEB
G-pacTeHuii KaK o0IIMM a30TOM, Tak 1 PN.

[Ipu TpaHCIIOPTE COCMMHEHMI a30Ta IO KCHIIEMe
00BbIYHO HabOMOAaeTCs ero (hpakLMOHUPOBAHUE C OT-
HOCUTEJILHBIM 00eqHeHueM PN B IMCTBSIX IO CpaBHe-
HUIO ¢ KOpHAMHU [26—28]. Takast TMIIMYHAsI KapTUHA
xapakTepHa st R-pacTeHuii, y KOTOPBIX JIMCThSI 3HA-
yrMo 06emHeHbI PN o cpaBHEHMIO ¢ KOpHsIMH. OnHa-
Ko st G-pacTeHuii MbI HaOIogaeM IMPUHIIUITAATEHO
IPYTYIO KApTUHY — JIUCThSI M KOPHU OYEeHb OJIM3KHU
o comepxaHuio PN. DTo HaBOAUT HA MBIC]Ib O TOM,
YTO JIUCThSI MOTYT UMETh B 3HAYUTEIBHOI CTCTICHN
He3aBUCUMEII1 OT KOpHEH MCTOYHMK a30Ta — HAaIIpIMED
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(a)

(6)

Pervon 02H, nuctes p 0180, muCcThs p
Anb1b 0.148 0.429
<0.001 0.274
KaBkas <0.001 <0.001
0.01 <0.001
Bcee 0.01 0.086
-32 22 -12 -2 2 -1 01 2 3 4 5
(B) (T)
Peruon 02H, xopHHI p 080, KOopHH p
Anbnbl <0.001 <0.001
<0.001 0.421
Kagka3 <0.001 <0.001
<0.001 <0.001
Bce <0.001 0.002
=32 22 -12 -2 050051152253

Puc. 3. Cpennsist pazHoctb Mexny G- u R-pacrenusimu o BenmuriHaMm 0°H 1 880 B TUCTBSIX M KOPHSIX (pe3y/IbTaThl MeTaaHa-
nu3za). Iapsl ¢ pedepercubiM BumoM Campanula scheuchzeri 00beIMHEHBI B OMHY TPYIIILY.

aKTUBHAas1 (puKcalust aTMOC(hepHOro a3oTa SHA0PUT-
HBIMH 0aKTEePUSIMU B JINCTHIX Y TOPEIABOK.

bakrepuanbHas a30TdUKCAIINS B TUCThSIX OTME-
yeHa y MHOTUX pacteHuii [29—31]. I1pu netaapHOM
HMCCJIENOBAHNM JICKAapCTBEHHBIX BUNOB Gentiana
B KuTae GBLIO ITOKa3aHO JOMHUHHUPOBAHUE CPEIU
GakTepualbHBIX d3HI0MUTOB Proteobacteria (60—
93%), mpu4eM B IUCThsIX HarboJee OOMIbHBI ObLIN
npencraBurenu nopsaka Hyphomicrobiales (Meth-
yvlobacterium-Methylorubrum), B KOTOpOM IIIHPOKO
MpeACTaBICHB a30T(UKCUPYIONINE TAKCOHHI [32, 33].
[1pu n3yyeHn MUKpOoOHOMOB JTUCTheB Gentiana pyre-
naica (HeonyOonMKoBaHHBIC faHHEIE A.A. KiTrokm-
Hoi1) Ha KaBKa3e 1moka3aHa BBHICOKAsI BCTPEYaeMOCTh
npencraputesneit Alphaproteobacteria (Acidiphilum,
Allorhizobium, Aureimonas, Sphingomonas, Methylo-
bacterium-Methylorubrum), Gammaproteobacteria
(Rhizobacter, Luteibacter), a TakKe Actinobacteriota
(Klenkia, Quadrisphaera, Nocardioides, Actynomyce-
tospora), NOTEHUMAJILHO COCOOHBIX (PUKCUPOBATH
aTMOC(EPHBII a30T. DTH TaHHBIE COITIACYIOTCSI C BRICKA-
3aHHBIM HaMU IIPEIITOIOKEHIEM 00 OTHOCHUTEIIEHO 00-
Jiee THTCHCUBHOM a30T(hUKCAIINH JTMCTOBBIX 29HIO(PUTOB

DKOJIOIuia
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y TOpe4aBKOBBIX. bakTepraabHbIe SHIO(DUTHI JINCTHEB
CTUMYJIMPYIOT CHHTE€3 MHOTMX BTOPUYHBIX META0O0JIH -
TOB, B TOM YMCJI€ a30TCOACPXKAIIINX, BBITTOIHSIIOIIX
Kak 3alluTHbIe QYHKIIUY IJIs1 PACTeHU, TaK U UC-
TMOJIb3YEMBIX UeIoBeKOM B MenuiiHe [34]. besycnoBHo,
BOIIPOC O POJIM SHAO(MUTHEIX 0aKTEpUii B a30THOM
OaylaHce pacTeHU HyXKIaeTcs B OyIyIINUX AETaTbHBIX
HCCJIENOBaHUSIX Ha 00Jiee IIIMPOKOM CIIEKTPE BUIOB.

Bonopon u kuciaopon. ComepxxaHue IeuTepus
B G-pacTeHUusIX ObIO HUXE, YeM B R-pacTeHUsIX,
KaK B JINCThSIX, TaK U B KOpHsX. OOpaTHasi KapTUHA
Ha0JIo1a1ach VTSI TSKEJIOTo U30Tomna Kuciopona #0.
TakuM 00pa3oM, Hallle U3HAYATBHOE MPEATIoNOXKEeHNE
0 CYIIECTBEHHOI YaCTUYHON MUKOTEeTepOTpoduur
He MOATBEPANIOCH, MOCKOJBKY €€ YEPTOU TOJKHO
SBJISITHCS MMOBBILIIEHHOE conepxanue *H [14]. Bo-
Jiee BBICOKOe coiepkaHue *O B JIUCThIX rOpeYaBKO-
BBIX MOXET OBITh OOYCJIOBJIEHO 00Jiee MHTEHCUBHOM
110 cpaBHEHUIO ¢ R-pacTeHUsIMHU TpaHCTIMpaluei
U (pOTOCUHTE30M Ha (pOHE MOCTYIUIEHUS B JIMCThS
(UKCHPOBAaHHOIO HAa MECTE a30Ta, YTO COIJIacyeTcCs
u ¢ o6egHenneM BC B UCTBAX (CM. BhiIle, [19, 20]).
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3AKJIIIOYEHUE

TaxkyM 06pa3oM, MCCITeNOBaHNST pacTeHII ceMeiicTBa
TOPEYABKOBEIE B BLICOKOTOPHBIX SKOCHCTEMAX He BHISIBI-
JI oboTaIeHNS JefiTeprieM Y COOTBETCTBEHHO OIITYTH -
MYIO JTOJTIO MUKOTETEPOTPOMDIHN Y M3yUeHHBIX pACTCHUIA
9TOTO ceMeiicTBa, UTO He TTOATBEPINITO NCXOTHYIO TH-
TT0TE3y O IIIMPOKOM pacIIpOCTPaHEHUN MUKCOTPODUHI
Y aTBITUICKIX TOpedaBoK. BMecTe ¢ TeM n3ydeHHbIE
MIPENCTABUTEITA TOPEYABKOBBIX TTOKA3AJN PSIT, OTITMIUIA
KaK B M30TOITHOM COCTaBe, TaK 1 B comepxkanum C u N
B JINCTHSIX ¥ KOPHSIX. Tak, TMCThS TOPEUYABKOBBIX CONEP-
*Kat 6ombiie C 1 N, nmeror 0osee BEICOKME BEJTMIIHEI
0PN u 080, Ho moHukeHHbIe BeanmdnHbl O°C n §*H
10 CPaBHEHMIO C JINCThIMU pedepeHCHBIX paCTeHUI
JIPYTUX CEMENCTB ABYIOMBHBIX pacTeHnit. KopHu ro-
peUaBKOBBIX comepxKar 6ombine C, Ho MeHbIIe N, ueM
KOpHHU peepeHCHBIX pacTeHMi. MBI IIpeamonaraem,
YTO TaKHe Pe3yIBTaThl MOTYT OBITH OOBSICHEHBI OoJIee
MHTECHCUBHOI a30T(dMKcalyeil TpoKaproT JMCTOBOTO
MUKpOOMoMa, 00eCTIeYMBaIOIIEH JIydlliee a30THOE TTH-
TaHWe JINCThEB N NX OoJIee MHTEHCUBHEBIN (DOTOCHHTE3
7 TPaHCHUPALIIO. DTO IPEAITOIOKEeHNE HY>KIAeTCS
B OYIYIINX AETATEHBIX MCCAETOBAHMSX.

OPUHAHCHUPOBAHUME PABOTHI

Pabora BhInonHEHa B pamkax roc3agaHuss Mo-
CKOBCKOTO TOCYJAapCTBEHHOTO YHWBEPCUTETA WM.
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Abstract — Partial mycoheterotrophy (mixotrophy, supply of organic substances through mycorrhizal fungi) is widely
spread in mycorrhizal angiosperms. We suggested that alpine species of Gentianaceae, which includes fully mycohet-
erotrophic species with arbuscular mycorrhiza, can be mixotrophic to a large extent. We studied isotopic (0°C, 6°N,
0’H, and 6"*0) and elemental (C and N) composition of leaves and roots for 13 pairs of alpine species (species of Genti-
anaceae and neighboring reference species — dycots with arbuscular mycorrhizas) in the three Holarctic mountain sys-
tems (the Alps, the Caucasus and Tibet). In contrary to our hypothesis, the organic matter of Gentianaceae leaves and
roots was not enriched in H comparing with reference plants, which indicates the lack or low significance of mycoheter-
otrophy in the studies species. Leaves and roots of Gentianaceae had higher values of 8N and 6%0, but lower values of
0BC and &*H comparing with leaves and roots of reference plants. Leaves and roots of Gentianaceae contained more C,
but N content in the leaves of Gentianaceae was higher and in the roots lower, than in the corresponding organs of refer-
ence plants. We suggested, that such the results may be explained by more intensive nitrogen fixation of procariots in the
leaf microbioms, which supply better leaf nitrogen nutrition and their more intensive photosynthesis and transpiration.

Keywords: alpine communities, isotope composition, nitrogen content, carbon content, Gentianaceae family
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