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BBEJJEHUE

MuHepanbHOEe MUTaHME — OCHOBA POCTA U PA3BUTHUA PACTEHUI. IJIeMEHThI MU-
HepaTbHOTO MUTAHMA YYACTBYIOT B IIOCTPOEHUN OMONTOIMYIECKNX MOJIEKYII, BOB/IEUEHBI
B caMble pasHOOOpa3Hble QU3NONOTMYecKue ¥ OMOXMMMYECKUe IPOIeCChl: MOCTpoe-
HIe KJIETOYHBIX ¥ TKaHEBBIX CTPYKTYP pacTeHuit, paboTy ¢pepMeHTOB ¥ 37IeKTPOHTPaH-
CIIOPTHBIX IleTIelt, Iepeladyy TOPMOHATbHBIX CUTHA/IOB U QYHKIIMOHMPOBAaHNUE TeHeTnde-
CKOTO amIapaTa. 3aTOPMOKEHHBIN POCT, HapylleHnsA B (OPMUPOBAHNI BETeTATVBHBIX
¥ TeHepaTVBHBIX OPTaHOB, OBbBIIIEHHAA YYBCTBUTEIBHOCTD K MHQPEKIMOHHBIM 3a0071e-
BaHMAM — TUIINYHbBIE CUMIITOMBI, BBI3bIBa€Mble HEOCTATKOM Y PACTEHMII 91€MEHTOB
MMHepanTbHOro MuTaHuA. IIpy nx octpom fedunnTe OTKIOHEHNA B XM3HEHHOM IVIKIIe
PacTeHMIt CTAHOBATCA KaTacTPOPUIHBIMY, IPUBOISALIVIMY K IIPEX/eBPeMEHHOI T1benm
PacCTUTEIbHOTO OpraHU3Ma.

Hapymienns B MuHepaqbHOM IUTAaHUM pacTeHui (BCrencTBye fedunTa /l1eMeH-
TOB IIMTaHUA VM HEOMArONPUATHBIX IIOYBEHHO-K/IMMATUYECKMX YC/IOBUIT) — I7106aIb-
Has IpobeMa Kak [0 MacImTabaM pacIpoCTpaHeHNs, TaK U MO BIMAHUIO Ha 3[J0OPOBbe
4eloBeKa. HeocTaToK MpOAYKTOB IUTAaHUA U NMIA HUSKOTO Ka4eCTBa — OCHOBHbIE
IPUYMHBI PaCIIPOCTPaHEeHNA Ha 3eMile TOMOMA, HelloelaHMs, Pa3IIIHbIX 3a60/IeBaHNIL.
Bonee Tpex MummmapaoB 4enoBek (IIOJIOBMHA HAaCeNeHN IIaHeThl) IOABEPIKEHBI 3a00-
JIeBaHMAM, BO3SHUKAOIIVIM BC/IEICTBYE NOTPeO/Ie N IPOyKTOB MIUTAHNA, 00eTHEHHBIX
TaKMMJ MUKPO3/IeMEHTaMU, KaK >kee30 ¥ IMHK. [Tofo6HbIe 3a60/1eBaHMA pacIpoCcTpa-
HEHBI B CTPaHAX, Yallle BCETO PasBMBAIIINXCA, ITie TPAAUIVOHHA 3/1aKoBas guera. He
CITy4aliHO ONTUMM3ALMA MUHEPAIbHOIO NMUTAHUA PACTEHMII C MCIIONb30OBaHMEM MIHE-
PabHBIX YOOpEeHNII ¥ COBpPEMEHHBIX OMOTEXHOJIOTHIT UTPAeT KIIOUYEBYIO POIIb B YIyd-
HIEHUY Ka4eCTBA PACTEHMEBONYECKON IPOAYKIMY U YBEINIEHUM MUPOBOTO IIPOU3BOJ -
CTBa IPOAYKTOB IIUTaHNsA, 00beM KOTOPOTo YTPouics 3a nepuop ¢ 1950 mo 2000 ropsr.

B ncropuyeckoM acrieKTe HayqHble IPENCTABEHNS O POJIA 3/IEMEHTOB MUHEPATIbHO-
TO MUTAHMA B XM3HM PacTeHNI pa3sBUBaNNCh HEOGHO3HAYHO. B cpemneBexoBoit EBpore
OblIa pacCIIpOCTpaHeHa TaK HasblBaeMas TeOpUsA BOJTHOTO NUTAHMA, COITIACHO KOTOPOII
4MCTad Bofla — HeoOXO#MMOoe U JOCTAaTOYHOe YC/IOBUe I pocTa pacTeHnit. OcHOBa-
Te/eM 3TOJ TeOpUM CYMTAETCA HUJepIaHCcKuii Bpad 1 HaTypamucT JKan banTucr Ban
TenbMoHT (1579-1644). OH BbICafyI BETKY UBBI B TIOYBY U IIOJIMBAJL €€ UCK/ITIOUUTETBHO
Bozoil. Yepes 5 eT Macca MBBI yBeMM4IMIach ¢ 5 1o 169 dynros. ITockombky Macca 1o-



Besedenue

4YBbI, B KOTOPOJ BbIPALMBAJIN UBY, CyLIeCTBEHHO HE M3MEHUIACh, BaH [elbMOHT cpienan
OLIMOOYHBIN BBIBOJ, 00 VICKIIOYUTEIBHON PO/ BOABI B 00eCIeYeHNN IPUPOCTa MACChI
pacTtenmil.

B navane XIX Beka TeOpMIO BOGHOIO IMTAaHMA PACTEHUI CMEHIIA TaK Ha3bIBaeMasd
rymycoBas Teopus. [Io MHEHUIO ee CTOPOHHMKOB, HENIOCPENCTBEHHBIM MCTOYHUKOM TN -
TaHMS PaCTEHUIT CTY)KUT OpPraHNYecKoe BelleCTBO ryMyca (IeperHoit). Barsasl cTopon-
HVKOB 9TOJI TEOPMI OCHOBBIBA/IUCD Ha YOEXKAEHNN B CYLIeCTBOBAHNY CBSI3Y MEXAY yPO-
>KaeM pacTeHMI 1 COfiep>KaHleM B II0UBe OPraHMYeCcKOro BellecTBa (rymyca, meperHos).
Otkpsitue [xo3eda Ilpuctim (1733-1804), ’Kana Cenebpe (1742-1809) u Hukomnsr
Teopmopa ge Coccropa (1767-1845) cyljecTBOBaHMs [TABHOTO MCTOYHMKA YITIEPOAA /IS
pacTeHmit B arMocdepe B IIMPOKNX HAYYHBIX Kpyrax ObUIM Heu3BeCTHBI. [laxke IIpu3Ha-
Bas aCCUMWIALIMIO YIJIepoJa U3 YIMIEKUC/IOTo Ta3a BO3[yXa, yueHble TOTO BpeMeH! pac-
CMaTpMBa/M B KaYe€CTBE OCHOBHOTO MICTOYHMKA yITIEPO/ia HE BO3/YX, a IIEPETHOM MM Iy-
myc. [lonyaspusannu ryMycoBoit TeOpun CocoOCTBOBAIN B3I/IAAbI TePMaHCKOTO pac-
teHneBonja AnbOpexrta Taitepa (1752-1828). C ero TOuKM 3peHus 3a7ava MOBBILICHNS
ypOJKaeB COCTOUT B YBENMIEHUN COMleP>KaHNs IePETHOs B OYBE, a QYHKI[UY 37IEMEHTOB
MMHEPa/JIbHOTO MUTAHNA CBOJATCA K ONTUMM3ALUN YCTIOBUI [JI YCBOEHUA PACTEHUAMU
IIepEerHoiHbIX BellleCTB.

DpaHLy3CKUIT €CTeCTBOVCIBITATENIb U XYAOKHUK-Kepamuct bepnap Ilammccu
(ox. 1510 — ox. 1589) ogHMM 13 IEPBBIX BHICKA3aJl MBICTIb O TOM, YTO II0YBa — MICTOYHUK
MIHEpPa/IbHBIX Bel[eCTB Ay pacTeHuil. OH CUMTAI, YTO COMIb €CTh OCHOBA XKM3HU U POCTa
BCeX [IOCEBOB, 2 HABO3 He MMeJI ObI 3HaUeHsI, eC/iu OBl He COfepsKasl COMy, OCTAOLeics
OT pas/oXXeHMs ceHa 1 conombl. [TouBa ucToIaeTCsA M HEOOXOAMMO BO3BPAIIATh B Hee
conb B BUfe ynobpennit. OgHako mporpeccuBHble B3MIAnb! b. [lanuccyu He moBnmsinm Ha
B3I/ISIIbI YYEHBIX TOTO BpeMeHM U OCTIeYIOINX HECKOIBKVIX BEKOB. AHAIOTMYHOII OblTa
cynp6a BO33peHMit elle OZHOTO CTOPOHHMKA TEOPUY MIUHEPATbHOTO IIUTAHNS PaCcTeHMIA,
HeMenkoro xuMmuka VMoranna Pynonsga Imay6epa (1604-1670), skcriepuMeHTaIbHO [O-
Ka3aBIlIeTO, YTO IMEHHO a30THAsl KICIOTA OTIpefie/isieT Hauajlo POCTa pacTeHUI.

OpHuM U3 OCHOBaTesIell TeOpUM MUHEPATbHOTO MUTAHMA PaCcTeHNUI IO IIpaBy CYN-
Taetcss HeMenkuit arpoxuMuk FOcryc /Inbéux (1803-1873). B 1840 ropy BhIiiNa B CBET
ero kHura «OpraHndeckas XuMMus B IPUIOKEHUN K 3eMyiefienuio u dusuonorum» («Die
organische Chemie in ihrer Anwendung auf Agrikultur und Physiologie»). B aToit xaure
1O. JIn6ux mopBepr >kecTKOM KPUTHKe TYMYCOBYIO Teopuio. OH UCK/TI0YaT BO3MOXXHOCTh
MIOT/IONeHNA TOTOBBIX OPraHMYeCKIX BellleCTB KOPHAMU pacTeHMIt, CYMTas OCHOBOI I -
TaHNA OCTIETHNX MYHepaIbHbIe COeMHEeHM TOYBbI M YI/IEKUCbI ra3 Bosayxa. 0. JIu-
61X HacTauBal Ha HEOOXOOVMMOCTH BO3BpaTa B OYBY HELOCTAIOINX MUHEPATbHBIX Be-
tectB (3akoH JIubuxa). OmHAKO MPU BCell MPOTPECCUBHOCTH €T0 TPENCTABIEHNIT O PO-
JI MMHEPATbHBIX BEIIECTB B PACTEHNSIX HEKOTOPbIE €T0 B3I/IALBI ObUIN OIIMOOYHBIMIUL.
0. J/In6ux He mpupaBas 3HaYeHMsI IOYBEHHOMY a30Ty B IUTAHUY PACTEHUI, CUUTAS, YTO
aMMMaK ¥ OKUCIeHHble GOPMBI a30Ta COLEPXKATCs B BO3AyXe I B JOCTATOYHOM KOJTMYe-
CTBe IIOIIA/JAI0T B IIOYBY ¢ ocafikamiu. Jlpyras kpaitHocTb B3rsagoB 10. JInbuxa — HaBo3
B 3eMJIeJle/TNN LIeHeH JIUIIb eT0 30/IbHOM YacThIO.

Cy1ecTBeHHBIN BK/IAJl B pasBUTIE TEOPUM a30THOT'O IUTAHNUA PacTeHUI BHeC PppaH-
nysckuit arpoxumuk JKan Barucr Byccenro (1802-1887). OIbITHBIM ITyTeM OH JOKa3as
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Besedenue

HeoOXOMMOCTh /ISl pocTa pacteHuit azora. OH 0OHapy>Xui1, 4T0 6060BbIe pacTeHus
MOTYT IIONO/THATD 3aIIachl IIOYBEHHOTO a30Ta, XOTsA MeXaHMU3M a30TduKcanny 6bI1 pac-
KPBIT IT03[jHee HeMelKuM ydeHbIM Iepmanom Ienbpurenem (1831-1895). JK. Byccenro
BBeJI B IPAKTMKY BereTal[IOHHbIJ METOJ, MCC/IeOBAHNA MUTAHNA PACTeHNUI, CUCTeMaTH-
YeCKM MPOBOAMI KOTIMYECTBEHHBIII aHA/IN3 IUTATE/IbHbIX BEIeCTB, BHOCHMBIX B IIOYBY
C ymo6peHMeM 1 BBIHOCUMBIX 13 IOYBBI ¢ ypoxkaeM. He cry4darino JK. Byccenro cunra-
eTCs1 OCHOBATe/IeM HayKM arpOXMMMIY, KIIYeBast 3ajjada KOTOPOil COCTOUT B M3yYeHUN
MMHEePa/IbHOTO MMNTAHNUA KYJIbTYPHBIX PACTEHUIL.

CrpeMuTenibHOE pasBUTIE TEOPMs MMUHEPATbHOTO IMUTAHMUSA PACTEHUI HOMy4n-
J1a B TOCTIEAHNE leCATUIeTA Oarofapsa Hay4HO-TEXHIYECKOMY IIpOrpeccy B 001acTu
aQHAIUTUYECKO XuMMUM ¥ PU3NKY, MOJIEKY/ISIPHOI 6MOIorny 1 reHeTUKI. B HacTosIee
BpeMs PacKpbIThI (PM3NOIOTMYECKIE Y MOIEKY/IIPHbIE MeXaHM3MbI IOIVIOIEHNUS pacTe-
HVSIMJ 9/IEMEHTOB MUHEPATbHOTO MUTAHMA M UX TPaHCHOpTa (B K/IeTKaX, IO KCuaeMme
u ¢posme) B pacTennsaAx. [lonyuena madopmanusa o pa3HooOpasHbIX PU3NOIOr0-010XM-
MUYeCKMX (PYHKIVSAX 971eMEeHTOB MIHepanibHOro mutanns. O600611eHbl 3aKOHOMEPHOCTHI
pacIipefieNieHNs MUTATE/NIbHBIX 9eMEHTOB B PA3JINYHBIX 4acTAX pacTeHmil. OcBeleHbl
6momnornyeckast pob M OCHOBHbIE MEXaHM3MbI BTOPUYHOIT MOGMIn3aruu (peMoouinsa-
LIVIM) 57IeMEHTOB MUTaHMA Ha BCEX 9TAllaX OHTOTeHe3a PacTeHNIL. BbIAB/IeHbI OCHOBHbIE
($opMBbI 971eMeHTOB NUTAHNS B II0YBe 1 (AaKTOPDI, OLIpee/soliie OMOMIOrnYecKyo J10-
CTYIIHOCTb STUX 37IEMEHTOB.

OxapaxTepu30oBaHbl 0COOEHHOCTY POCTA PACTEHNUI B YCIIOBUSAX, BBI3IBAIOLINX M-
HepaJIbHBI CTpecc: epUIUT HeOOXOAMMBIX 57IeMEHTOB MUHEPATbHOTO NMUTAHUY, TOK-
CUYHOCTb XMMIYECKIX 3JIEeMEHTOB, 3acorneHne. Ha MorexynsspHoM 1 ¢pusnonornyeckom
YPOBHAX CHOPMYIMPOBAHBI NPEACTABICHNA O CHeNM(UYecKNX ¥ HecHelpuIecKnx
MeXaHM3MaxX aflalTalyll PaCTeHNII K CTPECCY, BbI3bIBAeMOMY Pa3HOOOPa3HBIMU (PaKTO-
pamu. O60611eHBI COBpeMeHHbIe TIOAXOAbI K MACHTU(UKALNY BUAOBBIX ¥ TeHOTUIIIYe-
CKMX IIPU3HAKOB Y KY/IbTYPHBIX pacTeHUII, ClIOCOOHBIX Hanbosnee 3¢ deKTUBHO ycBan-
BaTb TPYHAHOAOCTYIHbIe (HOPMbI 91eMeHTOB muTaHusA. [IpoaHanmsupoBaHbl Hambonee
pacnpocTpaHeHHble CIOCOObI PUTOpeMeaNaLy — TEXHOIOTUY UCIIONb30BaHMS pacTe-
HUIT /11 OYMCTKM TIOYB U MIPUPOJHBIX BOJ|, 3aIPA3HEHHBIX XMMUYECKUMM 3/IeMEHTaMM,
BKJII0Yasi TsKeTIble MeTa/UIbl. VI3ydeHbl MeXaHM3Mbl B3aMMO/EICTBIS BBICIINX PacTeHMIl
C MUKpOOpraHmu3Mamu pusocdeps! (CuMOMOTHYECKMMM, aCCOLMATUBHBIMYU, CBOOOSHO-
JKVBYIIVMMI) 1 TIOYBEHHBIMM 0€CIIO3BOHOYHBIMY )XMBOTHBIMI. VICC/IeJOBaHBI Iy TY BIIN-
SIHUSI TIOYBEHHBIX OPraHM3MOB (MUKPOOPTaHM3MOB 1 6€CIIO3BOHOYHBIX KMBOTHBIX) Ha
POCT U MUHepaNbHOE IUTaHVe PAaCTeHNUI B Pas3/INYHBIX YC/IOBUAX MX IPOU3PACTAHYSL.
PazpaboTaHbl OCHOBBI IIOBBIIIEHVS IPOAYKTUBHOCTY KY/IbTYPHBIX PACTEHMII 1 yITydIIe-
HYSI Ka4eCTBa pacTeHEeBOMAYECKOl IIPOAYKLMy O/1arofapsi UCIIONb30BAHUIO MUHEPATIb-
HBIX yI0OpeHNMI1 1 6MOTeXHONIOI NI, BK/II0OYask TeHeTUYIeCKYI0 MOAV(PUKAIIVIO pacTEeHNIL.



I'nasa 1

KIIACCUOUMKAINA 9JIEMEHTOB
MUHEPAJIbHOTO IIUTAHUSA PACTEHUN

K HacTosmeMy BpeMeH! B pacTeHUAX oOHapyxeHo 6oiee 80 37IeMEHTOB MEePUOMN-
JyecKoll cucteMbl MeHpeneesa. OHNM pa3InNyaoTcs KaK KOHIEHTpPaLyell B paCTUTE/IbHBIX
TKaHAX, TaK ¥ POJIbIO B )KM3HU PaCTEHMIL.

XuMn4eckye s7IeMeHTBI 110 COIEP)KaHNIO B TKAaHAX OPraHu3Ma KIacCuPUIMPYIOT Ha
Maxpo- I MuKpoaiemenmol. 10 Jie/IeHNe OCYIECTBIAIOT 110 IPUHIUITY KOINYeCTBeH-
HOTO cofepsKaHMs s7eMeHTa. KoHIeHTpalnyusa HUTaTeNbHBIX MaKpO3JIEeMEHTOB: a30Ta,
docdopa, ceprl, Kanus, MarHNA, Kaablius, B pACTUTETbHOM OPraHM3Me MOXKeT JOCTUTATh
IeCATKOB WIN JaXke COTeH MUKPOMOJIelt Ha 1 T cyxoli Macchl. K rpymnie MIUKpoa/ieMeHTOB
OTHOCAT )KeJe30, MapraHell, IMHK, Mefib, 60p, MOMOIEH, X/IOp U Ap., X KOHLIEHTpalus
B PacTEeHMAX 0ObIYHO He ITPeBBIIIaeT HeCKOIbKIX MUKPOMOIelt Ha 1 T cyxoit Macchl. [lna
OO/BIIMHCTBA MUKPOS/IEMEHTOB 3HAYEHMA 3TOTO MOKa3aTe/lsA B HOPMa/IbHbBIX YCTTOBUAX
IPOM3PACTAHNUA PACTEHMIT COCTAB/IAIOT INIIb JAeCAThbIE JOMM MUKPOMOIel Ha 1 T cyxoit
Macchl.

OpHako fleeHre Ha MaKpO- ¥ MUKDPO3/IEMEHTBI 110 Macce 3/IEMEHTA B OPraHM3Me
IOBOJIBHO YCIOBHO. PacTeHNs OTHE/NbHBIX BUJOB (T€HOTUIIOB) CIIEIM(PUIECKY aKKyMY-
JMPYIOT MUKPO3TIEMEHThI B MacITabaX, CPaBHUMBIX C HAKOIUIEHVEM B TKAaHAX MaKpo-
sneMeHTOB. Hampumep, M30BITOUYHBIM KOHIIEHTPMPOBaHUEM XJIOpa, 6poMa M HaTpus
XapaKTepyU3yITCA PaCTeHNUA-TanoUThl. PacTeHNA-TUIIepaKKyMy/IATOPbI METAJIIOB CO-
fiep>KaT B M3OBITOYHOM KOMYECTBE HUKE/b, Mefib, IIVHK, CBYHEL], KaMuii. B BbICOKMX
KOHLIEHTPaLAX BCe MUKPO3TIeMEHTBI, MHOTHE 13 KOTOPBIX II0 BeMYMHE aTOMHON Mac-
CbI OTHOCATCA K TSKE/IBIM MeTaslIaM, TOKCMYHBI 7Tl OpraHu3MoB (cM. 171. 10).

Ponb XMMuyecKux 271€MeHTOB B )KM3HU PACTeHMIT Pa3nM4Ha. S3HAYEHNE OT/eNbHBIX
XUMMWYECKMX 37IEMEHTOB B 3BOJIIOIVM )KM3HEHHBIX (OPM PACTeHMIT B HEKOTOPOIi CTerte-
HJ IIOMOTAeT IOHATD Knaccupukanysa (puc. 1.1), ocHOBaHHas Ha paCIPOCTPAHEHHOCTN
37IEMEHTOB B PACTEHMAX M 3eMHOI Kope. XMMIYECKUe 37IeMEHTbI OObeIMHEHbl B TPU
rpynnsl. B coctas rpynmsl I BXo#AT s7eMeHThI, HeOOXOAMMBIe IS )KM3HU XOTS OBl He-
KOTOPBIX OPraHM3MOB, a rpyny Il 06pasyioT a/1eMeHTBI, TOKCUYHbIE JJaXKe B HU3KUX KOH-
neHTpanyAx. OfHAKO HEKOTOpbIe M3 3TUX 37IEMEHTOB, HalpyMep MOMMOIeH Wan Hof,
BCe JKe TPeOYIOTCA OT/eIbHBIM BUaM PacTeHNIt. BhIcOKas TOKCMYHOCTD STUX 9/IEMEHTOB
ABIIAETCA, O-BUAVIMOMY, OTHOM 13 MPUIMH VX HU3KOTO COMlep>)KaHNUA B PACTUTETbHDBIX
TKaHAX. B rpymmy III 06beinHAIOT 3/1eMEHTDI, UTPAOIINe TACCUBHYIO PO/Ib B 9BOIOINN
U He BKIIOYEHHBIE B OMOXVIMMYECKIe IPOLIeCChl OPraHM3MOB. TUIIMYHBIMY UX TIPeNCTa-
BUTE/IAMM BBICTYTIAIOT METaJUIbI ITTATMHOBOI TPYIIILI ¥ aKTUHOW/BL.

7



H.II. Bummwouyxuii. MunepanvHoe numanue pacmeHuil

KoHUEeHTpaLus B 3eMHOIT KOpe, MMOJIb/KT
107° 107* 1073 1072 107 10° 10' 10> 10® 10* 10°

107

1077

107107 107 107 107 1072 1070 10° 100 107 10° 10* 10°
KoHueHTpauus B pacTeHUsIX, MMOJb/KI CyXOi MaccChl
Puc. 1.1. CooTHOIIeHMe CpeJHMX KOHI[eHTPaLUil XMMUYECKUX 3JIe-
MEHTOB B PaCTEHMsIX I B 3eMHOII Kope [r1o: Markert, 1996]:
00bsACHEHME B TEKCTE

XuMMIecKre 97IEMEHTHI TONPA3MESIOT Ha /IEMEHTHI He00X00umbie U none3Hvle
mist pacrernit (puc. 1.2). TepMuH «HeOOXORMMBII IUTATEIBHBIN 3IEMEHT» TIPENIOKEH
JU1s1 0603HAYEHNS /IEMEHTOB, YIOB/IETBOPSIOLINX C/IEAYIOLIIM TPeOOBAHMAM:
— 9/IeMeHT 00s3aTe/ieH ISl 3aBepIIeHNs XI3HEHHOTO [VK/Ia KOHKPETHOTO pac-
TeHUS;

— 9JIeMEHT, yYacTBYIOLIWII B OCYIeCTBIeHNN (U3MONOINIecKUX (QYHKINIL, He
MOXeT OBbITh 3aMeHeH IPYTUM 3/IEMEHTOM;

— 9JIEMEHT HelOCPENCTBEHHO BOB/IEYEH B META00IN3M PAaCTEHNUI, HAIPUMep, KaK
KOMITOHEHT €r0 BaKHOI CTPYKTYpPBI VMIM YYaCTHUK MeTabo/mM3Ma Ha OHOI
u3 ero craguit (Arnon, Stout, 1939).

OpnHaKO TepMUH «HEOOXOAMMBII IMTATENbHBIN 97IeMeHT» YC/I0BeH. [0 MHeHMo aka-
nemuka A.I1. Bunorpagosa (1952), Bce XuMmuecKye 9/1eMEHTHI TaK WM MHAYe YIaCTBY-
10T B MeTaborm3me. OTCyTCTBIE CBEEHMIT O PU3MOIOTITIeCKOM 3HAYEHU XUMIIECKOTO
97IeMeHTa yKa3bIBaeT /INUIIb Ha TPYFHOCTI X [TOTYYeHNs.

CI0)KHOCTY € UCIIO/Ib30BAHMEM 9TOTO TEPMIMHA BOSHUKAKOT, B YACTHOCTY, IPU CPaB-
HeHVM 0COOEHHOCTeT BHICIINX M HU3IIMX OPTaHNU3MOB, @ TAK)Ke PACTEHMIT 11 >KUBOTHBIX.
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Puc. 1.2. OneMeHTbl MUHEPA/IPHOTO IUTAHUSA PAaCTEHMIT

Tak, 10 cuX 1op He JOKa3aHa HeOOXOAMMOCTD Ka/lbIysi 1 60opa B XM3HM MHOTMX BUJIOB
rpn6oB. JKMBOTHBIM Takoke He HyXeH 60p. [IMcKyTupyeTcss HeoOXOAUMOCTb KobOanbTa
UL OCYIeCTB/ICHUsI pacTeHneM (PU3MOTIOrMYecKIX MpoLeccoB. B To ke Bpems oOHa-
PY>KEHO IOIOXXUTENbHOE BIUAHME Ha (usmonorndeckue (QpyHKIUM MajlblX KOTNYECTB
KaJIMIs1 U CBUHIIA, PaHee pacCMaTpUBaeMBbIX KaK TOKCUYHBIe 37ieMeHThl. Obmazas onpe-
JleTIeHHO1 30U PaTe/IbHOCTDIO, BLICIIIE PACTEHMS BCe XKe He CIIOCOOHBI 0becrednTh ab-
COJIIOTHYIO CeJIeKTYBHOCTb 110 OTHOLICHNIO K HeOOXOAVMMBIM [I/Is1 HUX MIHEPa/IbHBIM 9JIe-
MeHTaM Ha 9Talle UX nornoueHns. JJo HefaBHEro BpeMeHN K 6eCCIIOPHO HeoOXOIMbIM
MMKpO39/IeMeHTaM OTHOCW/IM JKe/le30, MapraHell, IIHK, Mefb, MOIOAeH, 60p U X/Iop.
B nocnexHee BpeMs CIMCOK HEOOXOAVMMBIX IJISl PACTEHMII MIKPO3TIEMEHTOB, COCTAB/ICH-
Hblit X. Mapuraepom (1997), onomHuicsa HUKeeM.

[Tone3HbIMM Ha3bIBAIOT TaKMe IMUTATe/IbHbIE 3JIEMEHTbI, KOTOPble MOTYT CTUMYJIN-
POBaThb POCT ¥ pasBUTHUE PACTEHNIT, HO He COOTBETCTBYIOT B IIOJTHOI Mepe TpeGOBaHMsAM,
HpebAB/IAEeMbIM K HeOOXOAMMBIM 971eMeHTaM. K Mo/Ie3HbIM Takoke OTHOCAT 3/IEMEHTBI,
HeoOXO/YIMbIe TOJIBKO B OIpefie/IeHHBIX YCTIOBMSX WM JJIs1 HEKOTOPBIX BUOB PACTEHMIL.
B HacTos1[ee BpeMs ITOTIe3HBIMM /ISl PACTEHNUII CYUTAIOT TaKye 3JIeMEeHTBI, KaK KpeMHUIA,
KOOAJIbT, CeTleH.

BmecTe ¢ TeM ceyeT uMeTh B BUJY, YTO Pa3BUTHe IPECTaBIeHNUIT O QU3NOIOTIYe-
CKOJ1 HeOOXOAVIMOCTY MIHEPa/IbHbIX 97IEMEHTOB TECHO CBA3aHO C HAYYHO-TEXHUIECKIM
IpOrpeccoM, 0COOEHHO B 00/IaCTV MOJIEKY/IAPHOI OMONIOIMM, aHATUTUIECKON XUMMUA
u ¢usnkn. UpesBbIYailHO C/IOXKHO M3MEPUTH CIEOBOE 1 YIbTPACTIEOBOE KOMNYECTBO
XUMMWYeCKMX 9/IEMEHTOB U JOKAa3aTh UX POJIb B TOM WIM MHOM (PU3MOIOTNYECKOM IIPO-
necce. [TosaTomy OTe/IbHbIE 57IEMEHTBI, He 0OHAPY>KMBaeMble Ta0OPaTOPHBIMIU METOAA-
MU B IIMTAaTeIbHBIX CPefjaX MM BO3[yXe, MOTYT COAEepXKaTbCA B HUX B BUJE IpUMecelL.
ITpnyem s7eMEHTOB B BUJe IIpUMecell OKa3bIBaeTCs JOCTATOYHO IS IIPeOTBpalleHNs
HPOSBJIEHNS Yy OpPraHM3Ma CUMIITOMOB MX Ae(UINTa.
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H.II. Bummwouyxuii. MunepanvHoe numanue pacmeHuil

Oco6eHHO CTI0)KHO OTHECTH K OIIpefie/IeHHO rpyiie (He06X0AMMbIe MIIH TTOTIe3HbIe)
XUMMYecKIe 9/IeMEeHTBI, COfieprKalliiecss B OpraHM3Me B CIeflOBBIX KommdecTBax. Ilox-
TBEP)KICHMEM TOMY C/IY>KUT HelaBHUIL «[IePEBO/» HMUKEJIS U3 YVC/IA O/IE3HBIX B CIIMCOK
HeoOXO[VIMBIX MUKPO3/IeMeHTOB. B Oynyiiem, ¢ paspabOTKOIl HOBBIX METOOB, CIIMCOK
HeoOXOVIMBIX 9/1eMEHTOB, BO3MO)XHO, OyZieT pacIimpeH.

ITo ¢usmonormyeckuM QyHKUUAM B OpraHM3Me HeOOXOAMMBIE XMMUYECKUe 3Jie-
MEHTBI [Ie/IAT Ha TPY OCHOBHBIE TPYIIIBL: CTPYKTYpPHBIE, IIOTEHIIMATO0pasyIoline 1 BbI-
HOJHAIOIIYE KaTaTUTU4ecKye QyHKINN.

K cmpyxmyproim otHocaT anements (C, H, O, N, S u ip.), BXofA1ue B COCTaB Ma-
KpOMOJIeKy/ (6€/IKOB, TMINIOB, YIIEBOOB, HYK/IEMHOBBIX KMC/IOT) VUM IpUAlolye
UM MeXaHMYEeCKYI0 IPOYHOCTD U afieKBaTHYI0 KOH(popMaiyio. Takyo QyHKIMIO MOTYT
B OIIpe/ie/IeHHO CTeIIeH) BBIIONHATh MUKPO3ZIEMEeHThI 60p 1 LuHK. LInHK, Hanpumep,
y4acTByeT He TO/NbKO B KaTA/IMTUYECKUX PeaKIVsX, HO B MHTerpaunuy MeMOpaH 1 KOH-
dopmanym JHK pacrennit. ITomenyuanobpasyroujue snemermot (K, Na u gp.) Heobx0-
AVIMBI J151 TIOAJEPKaHNUS 9/IEKTPOXMMUYECKUX IOTEHIINAIOB ¥ OCMOTHYECKUX QYHKIINI
KJIETKN. B aTy rpymnmny 13 MUKpOsIeMEHTOB BXOAUT TONIBKO XJIOP, COflePKAIIVIIICS T/IaB-
HBIM 00pa3oM B TeX OpraHax Wiy KOMIIAPTMEHTAaX KJIeTOK PacTeHMIl, I7ie OH MOXKeT Ha-
KaIIMBaThCA (BaKyoJIb, 3aMbIKAIOIIVIe KJIETKY YCTBUIL).

OpHako mogassoliee 60IBIIMHCTBO MUKPOI/IEMEHTOB OTHOCUTCS K TPEThell IpyII-
Ile 9/IEMEHTOB, 8bINONHAOULUX Kamanumudeckue GyHkyuu. VIX T1aBHas ponp — ydacTue
B pepMEHTATUBHBIX peaKIMsAX OpraHu3Ma.

Knaccudukanus snementos nutanus pacrenuit [Mengel, Kirkby, 1987]

Omement ®opma norIomeHns Buoxnmuyeckue pyHkuym
NUTAHUA
Ipynmna 1: CO,, HCO3, H,0, O,, NO3, [nmaBHBIE CTPYKTYpHBIE S7I€MEHTbI OPraHMYECKUX Be-
C,H,O,N,S NHj{, N,, SOﬁ', SOs. mectB. Heobxonmmple sneMeHTHI i (epMEHTHBIX
VIoHbBI 13 TIOYBEHHOTO IIPOIIECCOB.
pacTBOpa, ra3bl 13 aTMOChEphI | YYaCTBYIOT B OKUCTUTETbHO-BOCCTAHOBUTE/IBHBIX pe-

aKIMAX

Ipymma 2: Docdart, 6opras kucnora YuacTByOT B 06pazoBaHuy 9GUPHBIX CBs3ell C IpHU-

P, B, Si wmy 6opar, CUIKar PORHBIMY CIMPTOBBIMMU IPYIIIAMIL.
YJacTBYIOT B peaKkIMAX IIepeHOCca SHePIN

Ipynma 3: Voubt Beinonustior Hecrenmdudaeckne GpyHKINM, CBSI3aHHBIE

K, Na, Mg, Ca, C perynauuell OCMOTMYECKOro IOTeHIuana. bomee

Mn, CI crierUYHBI peakiuyl, B KOTOPBIX MOH OfecrednBa-
eT ONTUMasIbHYI0 KoHpopMaunio 6enkoB GepMeHTOB
(axtuBanusa ¢epmenToB). OO6pasylOT MOCTMKOBbIE
cBa3u. bamaHCMpPOBOYHbBIE AHMOHBI, KOHTPOMUPYIOT
[POHNUIIAEMOCTh MeMOpaH U BeMMYMHY S/IEKTPOIO-
TEHIAIOB

Ipynma 4: Vonnt

Fe, Cu, Zn, Mo | nnu xemarsl HaxopmsaTcs mHperMylLeCTBeHHO B (oOpMe Xenaros,
BK/IIOYEHHBIX B IIPOCTETUYECKIE IPYNIbI (PePMEHTOB.
Y4acTBYIOT B TPaHCHOPTE 9/1eKTPOHOB ITyTeM M3MeHe-
HMS CBOEN BaJIEHTHOCTH
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Inasa 1. Knaccuuxayus snemenmos MuHepanvHoz0 NUMaHus pacmenuti

B nureparype MOXXHO BCTPETUTb ¥ [pyruie BapMaHTbI KIaccuuKanmum xummde-
CKUX armeMeHTOB. Hanpumep, ogHa u3 Hux, paspaboranHas K. Menrenem n 3. Kupk6ou
(Mengel, Kirkby, 1987), ocHoBaHa Ha y4yeTe uX (HU3MONOTNYECKUX QYHKINIT 1 HOPMBI
nornoueHus pactenreM. COIMacHO 3TOM Kaccupukanmum Heo6XoaMble MUKPOI/IEMeH-
ThI OTHECEHBI KO 2-i, 3- 1 4-11 TpyIImam (Tabmua).

B HacrosimeM y4ye6HMKe UCIIONBb30BaHA TPAfMIMOHHAsI KMaccupuKauys Xumude-
CKIX 9/IEMEHTOB, KOTOpasi HECMOTPsI Ha HEJTOCTATKM [O/Ty4/Ia MNPOKOe pacCIpOCTpaHe-
HIe. B cimcok 06cyx/jaeMbIX MaKpO3/IeMEHTOB BK/IIOUeHbI ceMb: a30T (N), pocdop (P),
cepa (S), marauit (Mg), xanpruii (Ca), kamnit (K) n xkpemumit (Si). lects n3 vux (N, B, S,
Mg, Ca n K) oTHOCAT K HeOOXOAMMBIM, TOITa KaK KpeMHMIT — K IOJIe3HBIM PacTeHUAM
anementaM. K HEOOXOUMbBIM MUKPOIIEMEHTaM OTHeCeHbl BoceMb: keme3o (Fe), map-
rater; (Mn), nusk (Zn), mexp (Cu), monmubaes (Mo), Huxens (Ni), 6op (B) u xmop (Cl).
Kob6anbt (Co) u cemer (Se) — a/meMeHTBI, TOIE3HBIE TSI PACTEHMIT.



I'nasa 2

MAKPOSJ/IEMEHTDI B PACTEHUAX,
NX ®OPMbI 1 OYHKIINN

2.1. A30T

XUMUYeCKNIi 371eMeHT ITTAaBHOM NOATPYNIbl V IPyNIbI BTOPOTO
nepuoja InepuogndecKkon cucreMbl Menpeneesa. IIpuponubni asor
N COCTOUT M3 JBYX cTabumpbHbIX U30TONnoB “N — 99,635% n °N —
0,365%. IIpocToe BeweCTBO a30T — MHEPTHBIM [IBYXaTOMHBIN Ia3

A30T

(N;) 6e3 BKyca M 3amaxa, COCTaB/IseT OOMBIIYI0 YacTb aTMOCQEpbL:
14,007 75,6% (mo macce) unn 78,1% — (mo o6bemy). A30T, KaK U YITIEPOL,
25%2p* (C), — BakHeMIT KOHCTPYKTUBHBIN 97€MEHT, OH BXOAUT B COCTAB

MHOTVIX OPTaHNYeCKIX coefiluHeHMi1 (6€elKOB, aMIHOKIICIIOT, HyK/Ieu-
HOBBIX KIUCJIOT U Jip.), 0becrednBasi HeOOXOAMMbIe YC/IOBY I pOCTa
U pa3BUTHA pacTEHUIL.

2.1.1. BOCCTAHOBJIEHVE HUTPATA

ATMOcdepHBII a30T HENOCPEACTBEHHO HE YCBAaMBACTCA BBICIIMMY PACTEHVAMI,
OHJ IOIVIOIAIOT €r0 U3 II0YBBI B OCHOBHOM B (pOpMe MUHEPA/IbHBIX IOHOB HUTPATa NN
aMMOHMA. AcCMMWIALMA a30Ta IpeAIionaraeT BoccraHopienne Hutpara (NO3) go am-

monus (NHZ) ¢ mocienyommm BK/IIOYeHNEM AMMOHUS B COCTAB aMUHOKMUCTIOT:

_ 2e _ 6e”
NOj; =5 NO; > NH} — aMIHOKMUCIOTA.

BoccraHoB/IeHNe HUTpaTa JO aMMOHYS OCYIECTB/IAETCS B 1Be CTaAuM: 1) BoccTa-
HoBleHne HuTpata fo Hurputa (NO3), KaTanus3upyemoe HUTPATPERYKTA30i1, 2) BOCCTa-
HOBJICHVEe HUTPUTA [JO aMMOHS, KaTa/IN3UpyeMoe HUTPUTPERYKTa30it.

Hutrparpenykrasa (HP). Iem- n Monubpencomepxaumii ¢GpraBonpoTeVH, KaTamu-
3upyet BoccTaHosneHue HuTpara (NO3) go Hurpura (NO3):

NO;3 + HAJI(®)H + H" — NO; + HAI® + H,O.
HurpaTpenykrasa pacTeHmit MpUHALIEKNUT K IIMPOKO PACIPOCTPAHEHHOMY Y 9Y-
Kapuor (pacTeHuit, TpuboB, [POXKKell, BOZOPOCIelt) CeMeICTBY aCCUMMUIATOPHBIX Oel-

KOB, OTHOCAIIMXCA K K/IaCCy MOMMOTeHCOoiep>KaIuX GepMeHTOB. Y BBICIINX pacTeHUMI
HP — pumep monexyssapHoit Maccoit 200-270 x[I. Kaxxgas ero cyObegnHUIIa MOXET ca-
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Inasa 2. Maxpoanemenmot 6 pacmeHusx, ux opmol u PyHKyuu

Fe(CN), Cytc N

NO,

MB bor

Puc. 2.1. Mopenb cy6beaMHULIBI HUTPATPeRyKTasbl pacteHuit [Camp-
bell, 1999]:

MB — merunsuonore, BOI' — 6poMbeHonoBbIit romy6oi

MOCTOATE/NbHO Y4aCTBOBATb B BOCCTAHOB/IEHUY HUTPATA O HUTPUTA U COCTOUT U3 TPEX
npocreTndeckux rpymnn (puc. 2.1): praBuHagennaannykteoruga (PAJI) (znadopasHslit
KOMIIOHEHT), IIUTOXpoMa bss; 1 MmonubneHosoro kodakropa (Mo-kodakrop). [TlepeHoc
37IEKTPOHOB OT BOCCTaHOB/IeHHBIX skByBaneHToB (HAJI(P)H) k HUTpary ocymecTsis-
€TCS STYMM MPOCTETUYECKUMY TPYIIIIAMU TIOCIENOBATENIBHO.

Jnsa aktuBaunu ¢pepMeHTa HeOOXOAVIMA €T0 [UMepU3allis, B pe3y/IbTaTe KOTOPOil
BO3MOXXHO 00pa3oBaHIe KakK JuMepa, Tak 1 TeTpamepa (fumepa aumepos). Hutparpe-
IlyKTa3a rpr6OB 1 BOZOPOC/IElt VICIO/Ib3yeT B KaueCTBe JOHOPA 9/IeKTPOHOB IIpeUMYyILie-
crBenHo HAJI(P)H.Y sykapnotT u GakTepuii HUTpaTpeayKTasbl pasindaroTcs CTPYK-
Typoit Mo- n Fe-copepkammx uacreit. bakrepuanbublit Mo-kogpakTop Monmmbmonre-
puHryaHuspunykneotus (MGD) oTnmyaercs OT 9yKapuOTUYECKOTO JIOTIOTHUTEIbHBIM
HykneoTtupoM. bakrepuanbubie HP xapakTepusylorca HanudmeM B KadeCTBe MEPeHOC-
YJKOB 3JIEKTPOHOB >Kene3ocepHbIx [4Fe-4S], Torma xkak HP sykapuor — Fe-remoBbIx
OKJCTUTETbHO-BOCCTAaHOBUTE/IbHBIX LIeHTPOB. [InadopasHas 4acTb pepMeHTa TepMOsIa-
OuIbHA 1 He MOfiBep)KeHa OKVC/IUTE/IbHO-BOCCTAHOBUTE/IbHBIM ITpeBpalieHnsiM. Tepmu-
HanbHadA yacTb HP ycroitunBa k HarpeBaHmIo, ee aKTMBHOCTD IOAAB/IAETCA METaJUICB -
3BIBAIOLIVMMY VHIMOUTOPAMU ¥ PEryIMpyeTcss OKUCIUTEIbHO-BOCCTAHOBUTETbHBIMMU
peaKkuAMM.

Hurparpenykrasa OTHOCUTCS K HOMMGYHKIMOHAIBHBIM (epMeHTaM ¥ HeceT He-
CKOJIbKO OKMC/TUTETbHO-BOCCTAHOBUTENbHBIX 1IEHTPOB, YYaCTBYIOIMX B BOCCTaHOBIIE-
HUY pasmmyHbIXx cybcrparoB. Ilpocrernyeckas rpynma ®AJTH, BoccTaHaBmiBaeT He
TONIBKO HUTpaT, HO Taroke Fe(III) B popme unrpara mm nuanuga. CKOpOCTb BOCCTaHOB-
TIEHMA JKe/le3a COCTAB/IAET NMPUMEPHO 5% OT CKOPOCTM BOCCTaHOBIIeHUA HUTpara. [lo-
ITycKaeTcs BO3MOXKHOCTD yyacTuA HP B BoccTaHOBNIEHMM KOMIIIEKCOB JKele3a ¢ CUJiepo-
dbopamy, CMHTe3UPYyeMBIMY MUKpOOpraHusMamu (cM. 7.3.2).

Mo>KHO BBII€NIUTD [iBa 5Tana cuHTe3a HP B pacTeHuAX: cMHTe3 NONMUIIENTUIHBIX Iie-
neit cyobenyHun, pepMeHTa U MpUCOEAUHEHNEe K HeaKTUBHOMY IpeniiectBeHHUKy HP
Mo-kodakropa. [Ipu HegocTaTke MOMMOIEHA B PACTeHNAX HAKAIUIMBACTCS MHOTO IIpeli-
mectBeHHNKOB HP, KOTOpBIe He MMEIOT B CBOEM COCTaBe MOMNO/eHa 1 He 00/1a/jatoT Hit-
TpaTpeAyKTa3HOI aKTUBHOCTBIO. [lox meiicTBueM MonmmbneHa GOpMUPYIOTCS aKTUBHbBIE
¢dopmer HP. [ledpunut MonubpeHa, a Takke xenesa B cpefie IPUBOAUT K CYLIeCTBEHHOMY
MIOJJaB/IEHNIO aKTUBHOCTM SH3MMA U MTOBBIIIEHNIO KOHI[EHTPAllui HUTPaTa B pacTeHNUAX.
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H.II. Bummwouyxuii. MunepanvHoe numanue pacmeHuil

B pacTeHusx ogHOBpeMEHHO MOXKeT HaXOAUTbCs Heckonbko popm HP. V con 06-
Hapy>keHbI Tpu n3opopmbl HP: nBe KoHcTHTYTUBHBIE ¢ onTMyMOoM pH 6,5 n ogHa HI-
TpaTuHAyLMbenbHas ¢ ontuMymoM pH 7,5. ITpu Hamuuum B cpefie HUTpaTa aKTUBHOCTD
(epMeHTa MHOTOKPATHO YBEIMUIMBACTCS, @ KOHLIEHTPAL[UA aMVHOKICTIOT YMEHbIIAETCA.
Nunykuus cuntesa HP mpoucxoput Ha ypoHe MPHK. Hurpar okasbiBaer cTabummsn-
pymoiee peiictere Ha HP, samuias ¢pepMeHT OT BeiiCTBUS IPOTENHA3.

Kpome HmTpara IHOBBINIEHVE AaKTMBHOCTM (pepMeHTa BBISBIBAIOT IVITOKMHVHBI
¥ 3TUJIEH, a TaK)Ke HEKOTOpbIe OpraHM4ecKe KIC/IOTh 1 cynbgar ammonus npu pH 3,0.
Tenetnyecknit KoHTponb cuHTe3a HP ocymecTsisgerca renamu AByx Knaccos: Nia u Cnx.
Tens! kmacca Nia KOHTpPONMMPYIOT CMHTE3 MOJIEKYIIbI allO9H3MMa, TOTa KaK TeHbI KIacca
Cnx — Mornexynsl Mo-kodakropa. B perymsiunmu skcrpeccun reHos, kogupyomux HP,
a TaKXXe HUTPUTPENYKTa3y, BAXKHYI0 pOlb UTpaeT HUTpar. Hurpar B KoHLeHTpaumaAx
MeHbIlle 1 MKMO/B/TT MOXeT crenu@uyecKy MHAYLIMPOBATh SKCIIPECCUI0 STUX I'€HOB
B KOPHSAX M JINCTBSIX PaCTeHUIT B TedeHye 15 MIMH. AHaJIOTMYHBIM 00pa3oM 3aIrycKaeTcs
CUHTE3 IIJIACTUJHBIX KOMIIOHEHTOB KJIETK!, CBAA3aHHBIX C IIOCTABKOI peflyLPYIOIMX K-
BVBA/ICHTOB B PeaKIsX aCCUMIWILMY HUTpaTa 1 Hutputa: peppenokcua-HAID -pe-
IyKTa3bl, [/II0K030-6-docdaTaerniporeHassl, 6-pocdornykoHaTaernaporeHassl. Kpome
TOTO, HUTPAT MHAYLMPYET SKCIPECCUI0 T€HOB, KOAMUPYIOLINX 00pa3oBaHue GepMEeHTOB,
Y4YacTBYIOIIMX B acCUMWIALMM aMMOHM: rmyTamuHcuHTetassl (I'C), rmyramarcunra-
3l (TOT'AT), docdosnonmupyBarkapOOKCHIashl, MMPYBATKMHA3BI, LUTPATCUHTA3bI,
M30LMTpaTAerngporeHaspl. IIpydyeM BbI3bIBaeMas HUTPATOM 3KCIPECCUA T€HOB 3TUX
(epMeHTOB CONPOBOX/IaeTCA aKTMBAaIVell B KIeTKe CHMHTe3a IIyTaMaTa, IIyTaMMHa,
OpraHMYeCKUX KIC/IOT, OCOOEHHO 2-OKCOITTyTapara. B To >ke BpeMs CHMHTe3 Kpaxmaia
YMEHbIIIAeTCsA, TaK KaK HUTPAT MTOJABIAET 9KCIIPECCUIO T€HOB, KOHTPONMMPYIOIINX CUHTE3
AJI®-rmroko30¢pochopuiasbl — KIodeBoro ¢pepMeHTa B CHHTe3e Kpaxmaia. VIsyueHue
cabinre 5000 reHOB 1 KJIOHOB Y apab1oIIcyca II03BOIMIO MAeHTUGUIMpPOoBaTh 40 TpaHC-
KPUIITOB, 00pa3yeMbIX BC/IE[CTBIE KPATKOCPOYHOI 00pabOTKY HUTPATOM. DTU TPaHC-
KPUIITH BOBJIEYEHBI B PETY/IALVIO PasIMYHBIX IMPOLECCOB, CBA3AHHBIX C TPAHCIIOPTOM
U acCcUMWIALMeNl HUTpara. VIHAyKums B IPUCYTCTBUYM HUTpaTa CUHTe3a (HEepMEHTOB
OKJCTTUTEBHOTO MeHT030(h0CcaTHOrO IMK/IA O03BOJIAET MPEIIOI0KNTD, YTO 3Ta POop-
Ma a30Ta BOBJIeYEHa B PETYIIALNIO OMOCHHTe3a HYK/IC€OTHUIOB.

IIpennomnaraioT cyljecTBOBaHMEe HECKObKMX MEXaHM3MOB Ilepefjauyl CUTHajIa OT HU-
Tpara K reHaM, 3aIlyCKaIoLero X 3KCIpeccuio:

— HNTpAT Ha IIOBEPXHOCTM KJIETKY CBA3BIBAETCSA C O€KOM-PEeLieNTOPOM, KOTOPBII

nepefaeT CUIHAN Oe/IKy-TPaHCAKTUBATOPY U TeM CaMbIM aKTUBY3UPYET €To;

— HNTPaT IPOHMKAET B KJIETKY, CBA3bIBAETCA C IPOMEXYTOYHBIM «PELIEITOPOMY,

KOTOPBIIiT, B CBOIO 04epefib, AKTUBU3UPYeET Oe/I0K-TPaHCAKTUBATOP;
—  CIIOMOIIBIO OKCHJA a30Ta, 00pa3yolerocs Ha Ila3MajieMMe B pe3y/IbTaTe BOC-
CTaHOBJIEHUA HUTpATa.

B pactutenbHoM opraHmsMe HUTpAT CTUMYIMPYET /IbIXaHME, BETBIEHNE KOPHEIL,
pasBUTHE KOPHEBBIX BOJIOCKOB, T. €. BBI3bIBAeT 001IIe M3MEHEHNS B IIPOLIeCcax, CBsI3aH-
HBIX C IIPUCIIOCOO/IEHNEM PACTeHMII K HUTPATHOMY IMTaHmo. [IpefronoxuTenbHo B pe-
TY/IALVIO 9TUX IIPOLIECCOB MOXKET OBITh BOB/IEUEH TPAaHCKPUIIMOHHBII pakTop (MADS-
TIII), 00pa3oBaHye KOTOPOTO IIPY YYaCcTUM HUTPATa IIOKAa3aHO B KOPHAX apabMoICcyca.
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Tnasa 2. Maxpoanemenmut 8 pacmeHusix, ux opmol u PyHKyuuU

TpaHcreHHBIe pacTeHMs, MMIIEHHbIE 3TOr0 (paKkTOpa, He CIIOCOOHBI GOpMUPOBATh HOKO-
Bble KOPHU B OTBET Ha IIOSB/IeHNe HUTpara B cpefie. OTHAKO eC/M KOHL[eHTPALyIs HUTpa-
Ta B PaCTUTENbHBIX TKAHIX BBICOKA, 0Opa3oBaHMe GOKOBBIX KOpPHel IOAAB/IseTCs, 110-
BUIIMOMY, B OTBET Ha CUTHAJI, IOCTyIatomuii u3 nobera. [Ipeamnonaraior, 4To HUTpAT He
B/IMsIET Ha T'eHbl, KOHTpOIupyloline obpasoanne Mo-kodakropa (mogpobHee cm. 3.5).

Llumo3sonvnas numpampedyxmasa. B pacturenshoit xnerke HP cocpemorouyena
[JIaBHBIM 00pa3soM B IIUTO30/Ie — BO3MOXKHO, BC/IEICTBIE €€ HEIIPOYHBIX CBsA3EIl C MeM-
6panamu. OfHAKO B psfie CIy4aeB BBIABIEHA CBA3b 3TOr0 (epMeHTa C JIaMe/IIAPHBIMMI
CTPYKTYpaMy M CTPOMOII XmoportactoB. OOCyX/aeTcss BO3MOXKHOCTD JIOKA/TU3ALNN
(depMeHTa Ha MeMOpaHax 9H/OIIA3MATNIECKOTO PETUKY/TyMa U B I/Ia3MajleMMe.

B dorocuHTe3MpyOLIMX KIeTKaX BOCCTAaHOBIEHHbIe KodakTope! it HP obpasy-
I0TCA B peakIyAX GpoTocuHTe3a Wi AbixaHus (puc. 2.2). [TockonbKy A1 BOCCTaHOBIIe-
HYSI HUTpaTa HeobxoayMma sHeprusi pOTOCHHTe3a, Ha CBETY BOCCTAHOBJIEHNE HUTpATa
cTUMynupyercsa. B pesynbTaTe B INCTbAX KOHLEHTPALMA HUTPATa JHEM OOBIYHO CHM-
YKaeTcs1, @ HOYblo NoBbIaeTcs. OpraHndyeckiie KUCTIOThI, 0OpasyeMble B IIPOLecce [ibIXa-
HIIS, HeOOXOIVIMBI JIJIA:

— Tnopjep)KaHus ypoBH: pH B uTomasMe, M3MEHSIOIETOCs BCIEACTBIE BOCCTA-

HOBJICHVS HUTPATa;
—  CB#A3bIBaHM aMMHOTPYIII B IIpoliecce CMHTe3a aMMHOKICIOT (puc. 2.2).

[ OBIXAHWNE |————» 2-Okcornyrapar

NO; |

|

I

HAL(®P)H I

A I

2¢ NO, :

uMTO30Mb | l
1

XNOPOMNACT Y |
NO, :

6e |

[ ®OTOCUHTES |—3] DA soc. :
NH," (

|

|

rnytamar rnyTamux |

I

26— |

|

myTtamar 2-OkcornyTtapar 4-'

Puc. 2.2. Cxema B3aUMOJAENCTBUs IPOLECCOB (OTOCUHTE3a, AbIXAHUS
u accummAnyy asota [Foyer, Noctor, 2002]:

00bACHEHNA B TEKCTE
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H.II. Bummwouyxuii. MunepanvHoe numanue pacmeHuil

He cny4aiino, Bo306HOB/IeHIe CHAOXKEHNS a30TOM PACTEHMIA, MCIIBITHIBAIOIINX HEJOCTa-
TOK 9TOTO 3/IeMEHTa, COIPOBOXAAETCS YCUIEHNEM UX JIbIXaHUS.

B 3e/1eHBIX TUCTBAX KaTaIuTH4YecKas akTMBHOCTh HP 6bIcTpo M3MeHseTCs B pesyiib-
Tare obparumoro pochopuarpoBanus octaTka cepuHa. [Ipy HamMuuM ZBYXBaTeHTHBIX
KaToHoB pochopunuposannas popma HP cTaHOBUTCS aGCOTIOTHO HEAKTUBHOIA.

BoccraHoBnmeHre HUTpaTa B LUTOIIa3Me MOXKET OBITh TMMUTUPOBAHO HELOCTAT-
KOM HUTpaTa, eCclii ero KOHLIeHTpauus MeHblle 3HadeHrs Ky (koHcTaHTa Muxasnu-
ca—MeHTeH XapaKTepu3yeT CpOLACTBO PepMeHTa/TpaHCIIOpTepa K CyOCTpaTy), paBHOTO
50 MKkMOnb/. B miuTonnmasMe pacTeHNi CTONb HU3KME KOHIIEHTPpaIuy HUTpaTa BCTpeva-
I0TCS pefKo. B MUCThAX sUMeHs, TOpoXa U LIMMHATA KOHLIEHTPAL sl HUTPATa HaXOOUTCS
B uamnasoHe oT 3 o 10 MMOnb/71, a B KIIeTKaX PU30AEPMBL I KOPbI KOPHEN IIPEeBbIIIaeT
2 mmonb/n. KpoMe Toro, oTHOCUTENTbHO BBICOKMIT YPOBEHb HUTPAaTa B LIUTOIZIA3Me MO-
XKeT TOJepXKUBAThCsl O/arofiapsi ero MpUTOKY U3 BaKyoOJIell, I/je 3amacaeTcss M30bITOK
KJIETOUYHOTO HUTpATa.

ITnasmanemmuas Humpampedyxkmasa. IIpefcraBieHns o TOM, 4YTO BOCCTaHOBJIE-
HMe HUTPATa JO HUTPUTA OCYLIECTB/ISAETCS UCKIIOUUTENbHO B LIUTOIIA3Me, IIpeTepIe-
M M3MeHeHMs ocyIe Toro, Kak HP 6pina oOHapy)keHa Ha BHEIIHEN CTOPOHE I/Ia3MaTH-
4eCKOJ MeMOpaHbl PacTUTeNIbHON KiIeTKy. HemocpencTBeHHas CBs3h 9TOro epMeHTa
¢ MeMOpaHOJT OCYIIeCTB/ISIETCS C TOMOIIBI0 MOJIEKY/IBI ITIMKO3UIPOCHaTUANHO3UTONA.
CrnenoBarenpHo, HP nmasmaneMMbl — UCTMHHO MeMOpaHHbIt pepment. Hutparpenyk-
Ta3y OOHApY>KMBAIOT U Ha BHYTPeHHel CTOpoHe ItasManeMmsbl. OnHako ata popma HP,
IpefCTaB/eHHasl PAaCTBOPUMBIM O€IKOM, Cabo acCOIMMPOBaHa C IIa3MaeMMON U OT-
JINYIAETCS OT €€ IIUTO30/IbHOTO aHaIoTa MnIlb THApodo6HbIMU cBOTicTBamMu. Hutparpe-
AYKTa3a, aCCOLMMPOBAHHAS C BHELIHEell CTOPOHOI IIa3MajeMMbl, — TUIMYHAsA OKCU-
JOpeNyKTasa, y4acTByeT B HECKONIBKUX OKUC/IVNTEIbHO-BOCCTAHOBUTENbHBIX PeaKLMAX.
IT0T dhepMeHT pencTaBiseT cob6oil reM- U MOMMOIEHCOePKaIMit GIaBOIPOTENH, T. €.
Y1 IIO CBOEY CTPYKTYPe, 1 10 QYHKIMIM cxofieH ¢ HP unrorasmsl.

Hutparpenykrasa nna3ManeMMbl KOpPHeN JOIOMHUTENbHO KaTaIU3UPyeT IMepeHoC
97IEKTPOHOB OT CyKIIMHATa Ha HUTPAT C obpasoBaHueM (pymapara u uurpura (puc. 2.3).
B aT011 peakuuy NpeAnonoxKUTeNnbHo 3afeiicTBoBaH JoMeH QA]Jl nin cBA3aHHBIN ¢ HUM
6ernoxk. [lomen Mosekynsl HP kopHeit, coeprKalnii MOMMOTONTEPIH UIN TeM, COeIHS-
etrcst ¢ ®AJl wnu npyrum praBonpoTeMHOM HEKOBAIEHTHOI CBA3bIO.

O6a poHopa anekrponos (HAJH u cyKiymHaT) He MOTYT [1e/iCTBOBATh COBMECTHO.
CrnemoBarenbHO, B peaKLIUM C y9acTUeM 3TUX JOHOPOB 37IeKTPOHOB BOBJ/I€YEH OiMH U TOT
e ¢pepMeHT. B HenocpencTBeHHOM cBsasbiBaHuy HAJTH n cyknmHaTa 3ae/icTBOBaHBbI
pasIuUYHbIE YIaCTKY MOJIEKY/IBI 3TOrO hepMeHTa. HUTpaTpenykTasa mia3smaneMMbl KO-
HeJl XapaKTepu3yeTcs CYIeCTBEHHO BapbUPYIOLMMHI B 3aBUCHMOCTY OT BemduHbl pH
3HaveHMAMMU Ky a1 HuTpara: 35-153 MKMO/b//1. MakcuManbHOe CPOAICTBO (hepMeHTa
K 060uM cybcTparaM (HUTpaTy MM CyKIMHATY) oTMedeHo npu pH 5,6.

CyKIMHAaT — OfiMH U3 IVIABHBIX KOMIIOHEHTOB 9KCCYHAaTOB KOpPHell pacTeHUit U ero
KOJIMYeCTBO B aIlOIIacTe KOPHel He IMMUTUPOBAaHO. BO3MOXXHO, 110 3TOJ IIpMYMHE B Te-
YyeHMe CYyTOK aCCUMWWIALUA HUTPaTa B KOPHAX IPOXOAUT ABe He3aBucuMble ctaguu. Ho-
4Ybl0 HUTPAT BOCCTaHaB/IMBaeTcsA anomtacTHoit HP ¢ ncnonb3oBaHueM B KauecTBe JOHO-
pa 9/IeKTPOHOB CYKIMHATa, a JHeM — InTo30nbHoM HP ¢ ncnonb3oannem HAJTH. Ta-
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Tnasa 2. Maxpoanemenmut 8 pacmeHusix, ux opmol u PyHKyuuU

Atmocdepa, nouBa

r--—"" """ —_—y' —_———— 9
| AMOMNACT |
| NO.- |
| Cykumnar ®ymapat O, NO, NO |

4 4 /

/ NMA3MANEMMA
: L —~
e
®nasonpoTeuH Hutpur
HuTparpenykTtasa oKcupopeaykrasa
\ 4 UMTO30MNb
NO, NO

BoccmaHoenieHue Humpuma CuzHanu3sayusi
(accumunsiyus)

Puc. 2.3. Peakuym BOCCTaHOBJIEHMA HUTpATa Ha IJIa3MajieMMe KOPHel
pacrenmit [Meyer, Stohr, 2003]

KM 00pa3oM, BK/IAJ IIa3MajleMMHO 1 1mTo30/mbHOIT HP B accummmsinuio HuUTpaTa
B KOPHAX PacTeHMII 3aBYICUT OT Bp€MEHU CyTOK M KOHIIEHTpalluy HUTpaTa B Cpefie.

VIsmeHeHMA BHeEIIHEN KOHLEHTpaluM HUTpaTa MOTYT CKasblBaTbCA Ha KOIMYe-
CTBEHHOM pacnpepenenny HP Mexxay quToniasmMoit 1 1naasManeMMON B KOPHEBBIX K/IET-
KaX: B KOpHsX Tabaka OTMedalT JOMUHMpOBaHMe 1uTo301bHON HP npy yBenmuennn
KOHIIEHTpally HUTpaTa B cpefie 40 5 MMOMb/ M. B aTUX ycIoBMAX OTMe4eHa MaKCUMab-
Hasl CKOPOCTb pocTa robera M MUHMMAaIbHasl CKOPOCTDb pocTa KopHeil. Hutpar B 6oree
BBICOKMX KOHIJ€HTPALMAX IOAABIIAN aKTUBHOCTh HP B juronasme n cruMmynuposart ak-
TUBHOCTb I1a3maieMMHoi HP o6enx ¢popm: cykunuarsasucumoit u HAJTH-3aBucumoii,
C JOCTIVKEHMEM MAaKCUMAaIbHOM aKTMBHOCTY IIPM KOHIJEHTpalMy HUTpaTa 25 MMOJb/JIL.
Cronb BBICOKMIT ypoBeHb akTuBHOCTM HP compoBokpmancs, ¢ OgHOM CTOPOHBI, HU3KMM
YPOBHEM aKKYMY/IALIMU HUTPATa B KOPHAX 1 Io6erax, a ¢ ;pyroit, — MOfaBIeHIeM pOCTa
pacteHnii. AKTMBHOCTD IITa3ManeMMHoii HP B 11ucThaAX, B OT/IN4YMe OT €€ aKTUBHOCTU
B KOPH:AX, BO3pacTajia C yBe/IM4eHreM KOHLeHTpauuy HuTpara B cpepe. Ilo-Bugumomy,
MOBbIIIEHNE aKTUBHOCTU HP B KOpHAX NpM BHICOKOJ KOHLIEHTPALIMY BHEIIHETO HUTpa-
Ta — peakuusa pacTeHMJ, HallpaBJeHHasd Ha OrpaHMYeHMe HeTaTMBHOTO JECTBUA U3-
ObITKa HUTpATA.

Hutparpenykrasa mra3maneMMbl KOpHel MOXKET BBIIOTHATb (PYHKLUM CEHCOpa
HUTpara. Y XJIOpe/Ibl 3TOT (epMeHT BOBJIEYEeH B IIPOIeCC IOITIOEHN HUTPATa, pe-
TY/IMPYeMOTo CUHMM CBeTOM. B oOHapy)xeHMM HUTpaTa, CKOpee BCEro, 3a/leliCTBOBaHA
CyKIMHaT3aBucumas ¢popma masmaneMmHol HP kopreit. 9ToT dpepMeHT HaxogmuTCA Ha
BHEIIIHell CTOPOHEe MeMOpPaHBI U CIOCOOEH peryMpoBaTh MeTaboMm3M a3oTa 1 yIiepo-
fla. MexaHM3M Ilepeiauy CUTHA/IA CBA3BIBAIOT C 00pa3oBaHMeM HUTPUTA M OKCUA a30Ta
(NO). Hurpurt, npopynupyemsiit asmaneMmuoir HP, Mo>xeT He TONbKO accMMmMImpo-
BaTbCA BHYTPY KJIETKM, HO ¥ TPAHCPOPMIPOBATHCS B €€ alloIIacTe: BOCCTAHABIMBATHCS
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H.II. Bummwouyxuii. MunepanvHoe numanue pacmeHuil

10 aMMOHMS VTU Ta3000pa3HBIX a30TUCTBIX COEMUHEHNII, TAKUX, KaK OKCHUJ a3ota. Mo-
JIEKyJIa IIOC/IEAHETO He HeCeT 3apsAfa, I09TOMY MOXKET JIETKO NPOHMKATD Yepes IIa3Ma-
JIEMMY IIyTEM IU/I(l)(l)y?)I/H/I N VIHAYOMPOBATb B UMTO30/1€ BTOPUYHbIC p€aKIINN, CBA3aHHbIE
C accuMmIALMel a3oTa.

Hurpurpenykrasa (HuP). Stor 6e110K, MOHOMep MOIEKY/ISIpHOI Maccoit 60-63 /1,
COZIep>XUT B Ka4eCTBe MIPOCTETUUECKIX TPYIII Keme30 B GopMe HEKOBATEHTHO CBs3aH-
HOTO reMa U >Keie30-cepHoro Knacrepa [4Fe—4S]". B pacTenusix, Botopocisx, unanobax-
tepusx HuP ydacTByeT B BocCTaHOB/IEHUY HUTPUTA IO aMMIAKa:

NO;j + 6®10c. + SH" — NHj + 6Dn, + 2H,0.

JJOHOpPOM 3/IEKTPOHOB B 3TOJ PeaKIVM CIY>KUT BOCCTAHOBJIEHHBIN (heppejOKCHH
(Pm). B 3enenpix muctbax oH rerepupyercss ®C L. B HepoTOCHHTe3MpPyOMMX TKaHAX
BpICcIIMX pacTeHuit (kopHsx) O BoccranasmuBaercas HAJID. Temoas popma HuP He-
HOCPEACTBEHHO CBA3BIBAaeT HUTPUT (puc. 2.4).

S-Cys

Puc. 2.4. CpaAsbiBaHME HUTPUTA AKTUBHOI
YacTbI0 OKMCIEHHONM (OPMBI HUTPUTPENYKTa3bl
mmnuHara [Hase et al., 2006]

ITpome)xyTO4HOI POPMOIT HUTPUTPERYKTA3bl B KaTAIUTUIECKOM LIMKJIE SIBJISIETCS
ee cuporeM/NO-KoMIIIeKC. ITOT KOMIUIEKC BOCCTAHOBJIEH B OOJIbIIIEN CTeIIeHM) 110 CPaB-
HEHUIO0 C OKUC/IeHHOIT dopmoit depMeHTa, CBSI3aHHOI C HUTPUTOM. B 1ieom Boccra-
HOBJIEHVe HUTPUTA [JO aMMOHMUsI — SHeproeMKasi peakiys, moTpedsiomas okono 75%
SHEpPrUM BOCCTaHOBJIEHN, 3aTPaylBaeMOll Ha BeCh MIPOILECC BOCCTAHOB/IEHUs HUTpaTa
IO aMMOHUSL.

Y (OTOCHHTE3UPYIONIUX 9YKapMOT 3TOT PAacCTBOPMMBIN (epMEHT JIOKaIM30BaH
B CTPOMe XJIOPOIIIACTOB, @ B KOPHAX M APYTUX TeTepOoTPO(HBIX OPraHaxX — B IVIACTUAAX.
ITeponayanpro HuP cunTe3npyetcs B juronnasme B popme Genka-npepiiecTBeHHNKA
¢ N-TepMMHAIbHBIM TPAH3UTHBIM MIENTULOM, KOTOPBII TEPEHOCUT 9TOT DEPMEHT K Op-
raHe/uiaM. B cemsornsax ropunist uaentndunmposanst Taxxe dopmer HuP, pacmoo-
JKEeHHbIe 32 TIpefielaMy XIOPOIIaCTOB.
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