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Mukpo6Hast OMOMHUHepanIn3aIys PEACTABIIET COO0H YHUBEPCAIBHBIHN IIPUPOAHBIN IIporecc 00pa30BaHMs 1 HAKOILICHHS HeOpraHudec-
KHX MHHEPAJIOB, UTPAIOIINI KIIFOUEBYIO POJIb B OHOTE€OXMMHIECKHX [IUKIIAaX U B (GOPMHPOBAHUU OMOJIOTHIECKUX CTPYKTyp. Hecmotpst
Ha 3HAYNUTENBHBIA TPOTpecc B U3YIEHUH JAHHOTO SBJICHUS, MOJIEKYIISIPHBIE MEXaHU3MBI, OTIOCPEI0BaHHBIE OEITKOBBIMH MOJIEKYTaMHU
Y BHEKJICTOUHBIMU TTOJIMMEPAMH, OCTAIOTCS HEJJOCTATOYHO CHCTEMATH3UPOBaHHBIMU. Llens nccaenoBanus — 0000IMTE U CHCTEMa-
TH3MPOBAaTh UMEIOIIMECS AaHHBIE O MOJICKYJIIPHBIX MEXaHM3MaX MHKPOOHON OMOMHHEpaIH3aLliy C aKLEHTOM Ha POJb OEIKOBBIX
MOJIEKYJ B HyKJICAl[H, POCTE ¥ CTA0MIN3allui MUHEPaJIBbHBIX (a3.

OOBeKTH! Hccne[oBanus — Hay4yHble myOmmkanun (2000-2026 rT.) 1o MOJIEKYJISIPHBIM MEXaHH3MaM MUKPOOHOH OMOMHMHEpann3anuH,
BKJIFOYas POJIb OEJIKOB M BHEKJIETOUHBIX MOJIMMEPOB B HyKJICAI[MU ¥ pOCTE MUHEpaIbHbIX (ha3. MicTounnku oT6upanu B 6a3ax Scopus,
ScienceDirect, Google Scholar, MDPI u PubMed ¢ npeamourenuem padboT mocieqaux 5—10 mer.

VYcraHoBIEHO, YTO OMOMHUHEPAIH3AINS Peaan3yeTcs Yepe3 BHY TPUKICTOUHBIC H BHEKJICTOYHBIE MEXaHU3MbL. Y MarHUTOTAKTHIECKHX
GakTepuil BHyTPHKIETOYHOE 00pa30BaHME MarHEeTUTa MPOUCXOJUT B MArHUTOCOMAaX M BKJIOYaeT GOPMHUPOBAHHE MArHUTOCOMHOM
MeMOpaHBI, MOTJIOIICHUE KEJIE3a, Er0 TPAHCTIOPT B BE3MKYIy M KpucTamnusanuio Fe,0,. B 3Tux mpoueccax y4acTByloT Oesku
MamB, MamM, MamH u MamZ, cBa3anHble ¢ TpaHcriopToM xene3a; MamP, MamT, MamX u MamE, perynupyromue oKuciau-
TEJIbHO-BOCCTAaHOBUTENbHBIE peakiuy, a Takke MamC, MamD, MamF, MamG, Mms6 u MmsF, kouTponupytouiue pazmep u Mop-
(omnoruro xpucramuios. [Ipy BHEKIETOUHOI OMOMIHEpATH3aIiY KIETOYHBIE TOBEPXHOCTH U BHEKIIETOYHBIC TOJIMMEPHBIE BEIIECTBA
CITyXaT LEHTPaMH 3apOXKICHHUS MUHEPAJIOB, a KUCIIbIE OEKH, KapOOaHTUAPA3kl, (PIIABONPOTEHHBI M IIATOXPOMBI C-THIIA YYaCTBYIOT
B OCaXJICHUH KapOOHATOB, IEPEHOCE NEKTPOHOB U BOCCTAHOBIEHUU METAIIOB.

BenkoBbIe MOJIEKYITBI PAaCCMaTPHUBAIOTCS KaK KITFOUEBBIE PETYIISITOPEI MUKPOOHOH OnomMuHepanu3ami. OHU 00ecieYnBalOT TPAHCIIOPT
HOHOB JeJle3a U KalbLus, nojepxkanue pH, mepeHoc 3J1eKTpOHOB, BOCCTaHOBJIEHHE METAJIOB, 3apPOKACHHE KPUCTAJUIOB U KOHTPOJIb
nx (opmsl, pazMepa 1 nouMopdHoit Mogudpukanmy. OnucaHHbIC MEXaHU3MBI HAXOST IPUMEHEHHE B pa3paboTke OMOMETUITMHCKIX
HaHOMATepUaJoB, ONOCEHCOPOB, TEXHOJIOTHI OUMCTKH CTOYHBIX BOJ M BOCCTAHOBIICHHS MUHEPAIBHBIX CTPOUTENHHBIX MaTePHATIOB.

KiroueBble ciioBa. buoMuHepanu3aiys, MarHUTOCOMbI, MATHETUT, O€IIKH, OMOMUHEPAIbl, MUKPOOPTaHU3Mbl, MATHUTOTAKTHYECKHIE
OakTepuy, IHaHOOAKTEPUH, TPUOBI, TPONIKH, MUKPOBOJIOPOCIH

®dunancupoBanue. Pabora BrINoIHEHa B paMKaX roCyIapCTBEHHOTO 3a/IaHus 110 TeMe «lccrejoBaHue MOTeHIMana poCTOCTUMY JIH-
pyroumx GakTepuid sl MOBHIIICHUS arpOHOMUYecKoi onodoprudukamun nmeHnsn (mudp FZSR-2024-0009).
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Abstract.

Microbial biomineralization is a ubiquitous natural process involving the formation and accumulation of inorganic minerals.
It plays a crucial role in biogeochemical cycles and the development of biological structures. Despite recent progress in studying
this phenomenon, the underlying molecular mechanisms mediated by proteins and extracellular polymers remain insufficiently
systematized. This study reviews and synthesizes existing data on the molecular mechanisms of microbial biomineralization,
with an emphasis on the role of proteins in the nucleation, growth, and stabilization of mineral phases.

The research material comprises peer-reviewed publications indexed in Scopus, ScienceDirect, Google Scholar, MDPI, and PubMed
from 2000 to 2026. The literature search focused on the molecular mechanisms of microbial biomineralization, including the effects
of proteins and extracellular polymers on mineral phase nucleation and growth.

Biomineralization occurs via both intracellular and extracellular pathways. In magnetotactic bacteria, intracellular magnetite formation
takes place within magnetosomes; this process encompasses magnetosomal membrane development, iron uptake, intra-vesicular
transport, and Fe,O, crystallization. These processes involve specific proteins: MamB, MamM, MamH, and MamZ are responsible
for iron transport; MamP, MamT, MamX, and MamE regulate redox reactions; while MamC, MamD, MamF, MamG, Mms6,
and MmsF control crystal size and morphology. During extracellular biomineralization, cell surfaces and extracellular polymeric
substances serve as mineral nucleation sites, whereas acidic proteins, carbonic anhydrases, flavoproteins, and c-type cytochromes
participate in carbonate precipitation, electron transfer, and metal reduction.

Proteins serve as key regulators of microbial biomineralization by driving ion transport (iron and calcium), pH maintenance, electron
transfer, metal reduction, and crystal nucleation, while also controlling crystal shape, size, and polymorphism. These mechanisms
find practical application in biomedical nanomaterials, biosensors, wastewater treatment, and the restoration of mineral-based
building materials.

Keywords. Biomineralization, magnetosomes, magnetite, proteins, biominerals, microorganisms, magnetotactic bacteria,
cyanobacteria, fungi, yeasts, microalgae
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BBenenne KJIETOK, TaK ¥ BO BHEKJIETOUHOH cpezne. MukpoOHast 6no-

MerTabsl IpeacTaBiIA0T CO00H BaKHbIE KOMIIOHEHTHI MHUHEpaJIU3alus — HTOBCEMECTHBIH MPUPOIHBIN IIpolece,
U1 GYHKIMOHMPOBAHUS OMOIOTHYECKHX CHCTEM, Yda-  OXBaThIBAIOIIMI 00pa3oBaHME U HAKOILIEHUE pa3yiny-
CTBYS B OMOXMMHYECKHX MpOIlEccax, KOTOpbIE HE00X0-  HBIX MHUHEPaJIOB — GocdaToB, KAPOOHATOB, CHIIMKATOB,
JVIMBI JUIS )KM3HEICSTEbHOCTH MUKPOOpranu3MoB [1,2].  cynbhaToB U coequHEHuUs xene3a. B mocnennne roast
B nHacrosimem 0630pe OCHOBHOE BHUMAaHHUE yAEISEeTCS JIOCTUTHYT 3HAYUTENILHBINA NPOrpecc B U3YYCHUU POJIH
OMOMHHEpANIN3aLHH — ITPOLIECCY, ITIOCPEICTBOM KOTOPOT'O Pa3IMYHBIX BUJIOB MUKPOOPTaHW3MOB B OMOMHUHEpaI3a-
MHKpPOOPTaHU3MBI TeHEPUPYIOT M HAKAIIMBAIOT OTJIO-  LIUH, BKJIIOYast 0aKTepuH, IMaHOOAKTEPHH, APOAIKH, TPHOBI
JKEHUS] HEOPraHMYECKUX MHHEPAJIOB Kak BHYTPHU CBOMX u ap. bakTepun nrparoT BaKHyI0 poiib B KIbIH(UKALIUH,
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a Takke B MUHepaim3anun xenesa [3-5]. Lnanobaxre-
PHH, OTHOCSIIITHECS K TPUMHUTHBHBIM aBTOTPO(HBIM HUTE-
BUJIHBIM (hOpMaM, SIBJISIOTCS OCHOBHBIMH areHTaMH CHJIH-
IIMPOBaHUS — ITporecca OMOMUHEPANN3allni KPEMHE3eMa.
Iramm Synechococcus sp. IEMOHCTpUPYET 3HAYNTEIBHBIH
MOTEHIMAI K 0aKTepUaIbHOMY CHIIMIIMPOBAHUIO (Ocaxie-
HHUIO aMOP(HOTO KpeMHE3eMa B IIEPEHACHIIIEHHBIX pac-
TBOpaxX KPEMHHEBON KHCIOTHI) IIPH SKCTPEMANIBHBIX 3Ha-
yenusix pH. Cienyer otmMeTuTs, 4to Synechococcus spp.
TaKXK€ y4acCTBYIOT B OCAKACHUM KaJbIIUTA B IEJIOYHBIX
ycnoBusax pH B IprCYTCTBIX HOHOB Kanblus [6, 7]. ['puOsI
B OCHOBHOM Y4YacTBYIOT B OTJIO’)KEHHUH OPTaHUYECKUX
KHCJIOT M KOMIUIEKCOB METaJUIOB, HAPUMEP OKCAajIaToB
MeTaiioB, ¢ocdaToB ypana u ap. [8]. Jpoxxu Takxke
MMEIOT KIII0YEBOE 3HaUCHHE B (POPMHUPOBAHHH CIOXKHBIX
HAHOYACTHUII, TAKMX KaK TEJUTYPU KJMUS, TPUKAIIbIHI-
¢docdar u 1p., HCTIONB3YS UX B KauecTBe OmoMatpuil [9].
Pa3znuuHbIe BUIBI MUKPOBOJOPOCIIEH — ANaTOMOBBIE BOIO-
pociiv, KOKKOIUTO(OPHUIBI U MOPCKHE MPOCTEHIINE —
MOTYT CIIOCOOCTBOBATh OMOKANbIM(DUKAINI U OMOCH-
nuuuposanuio [10]. Kaxnas rpymmna MUKpoOpraHU3MOB
UCTIOJIB3YeT COOCTBEHHBIH OMOXMMHUYECKUI MEXaHU3M
JUIsl aKTUBHOTO Y4acTHsI B OMOr€OXMMHUYECKOM LIUKIIE
M OCXIEHHH OMOMUHEPAJIOB B €CTECTBEHHOH M HCKYC-
ctBeHHo# cpene [11]. lenp uccnenoBanus — 0000IUTH
U CHCTEMAaTHU3UPOBATh UMEIOLIUECS JAHHBIE O MOJEKY-
JISIPHBIX MEXaHM3MaX MHUKPOOHOH OMOMHHepanu3anuu
C aKIIEHTOM Ha POJIb OETKOBBIX MOJIEKYJI B 3TOM IIPOIIECCE.

O0BbeKTBI 1 MeTOABI HCCJIET0OBAHUSA

OOBeKTaMH HCCIeI0BAHMS ITOCITY>KIIIH HayYHbIE ITy0-
sukarmu (2000-2026 rr.), oToOpaHHBIE [0 TEMaTHYECKOMY
MIPUHINITY, BKITFo4Yas (pyHAaMeHTaIbHBIE PaboTHI, 3aJ10-
JKUBILHE TEOPETUYECKUE OCHOBBI HAIIPABJICHUS, U COBpE-
MCHHBIC UCCIICAOBAHNA MOJICKYISAPHBIX MEXaHU3MOB MHUHC-
payM3anum, a TakXKe JaHHBIE O POJIH OEITKOB, (PEPMEHTOB
Y BHEKJIETOYHBIX MOJMMEPHBIX BELIECTB B HYKJICAUN
U POCTE MUHEPATBHBIX (Da3, OTOOPAHHBIC U3 DJICKTPOH-
HBIX 6nbmmorek Scopus, ScienceDirect, Google Scholar,
MDPI u PubMed ¢ npuopureToM myOIMKanuii mociea-
Hux 5-10 nert.

PesyabTaThl U HX 00Cy)KIeHHE

OcHOBHBIE MeXaHM3Mbl MUKPOOHOJIOTHYECKOM
OnomuHepaauzanuu. Mukpobuonoruyeckass OHOMUHe-
panu3anus — npouecc 00pa3oBaHUs U OTIOKEHUS MUKPO-
OpraHM3MaMu HEOPraHUIECKUX MUHEPAJIOB, PEaT3yeMbli
JABYMS OCHOBHBIMU ITYTAMMU:

1. bronormyeckn KOHTpONMMpyeMasi OHOMUHEPATH3AITHS
XapaKTepU3yeTCcss CTPOro KOHTPOIUPYEMBIM MPOLECCOM,
KOTOPBIN JIOKAJIM30BaH B OpraHesuiax, 1100 Ha MOBEpPX-
HOCTH KJIETKH. B 3TOM ciTydae KIeTKH peryimpyroT oopa-
30BaHHE MHMHEpajna, TEM CaMbIM ONpPEAENss €ro XUMHU-
4ecKuil coctaB, MOP(HOIOTHIECKYIO CTPYKTYPY, @ TAKKe
pa3Mep JacTHil.

2. brnonornueckn nHAYIUpOBaHHAs OMOMHHEpaIN-
3anus MpeanogaraeT MUHUMANbHbIN KOHTPOIb HaJ| IPo-

567

1eccoM MUHepanu3anuu. KieTkn HanpsMyro He peryin-
PYIOT MECTOIIOJIOKCHHE W MEXaHU3M OTJIO0XKEHUSI MHHE-
panos [12, 13].

ITomuMo 3TOTO, GHOMUHEPATH3ALUIO TOAPA3ICITIOT
Ha BHYTPHKJICTOUHYIO U BHEKJICTOUHYIO. bronornuecku
WHIyLUpOBaHHAasi OMOMHHEPAIN3aLHsl OOBIYHO SBJISIETCS
pe3yIbTaTOM BHEKJIETOYHON MHHEpAIN3aluU, KOTOpas
BO3HHUKAET B PE3YJIHTATE ITACCUBHBIX KJIICTOUHBIX MEXaHM3-
MOB. B 3TOM Cityyae MuHepaibl 0caxAatoTCsl Ha TOBEPXHO-
CTH KJIETOK, KOTOPBIE CITYXKAaT reTepOreHHBIMH IIEHTPaMHU
3apoxaeHnst. OTCyTCTBHE KJIETOYHOTO KOHTPOJIS IIPUBOIUT
K 00pa30BaHUIO YacTHUI] C BApUPYIOIIUMH pa3MepamMu
W HenpaBUIIbHOI Mopdouorueii [14]. BHyTpukiieTouHast
OuoMuHepanu3anus, HalpoTHB, XaPAKTEPU3YETCs BBICO-
KOH CTENeHbI0 PETYISLIUH U IPOUCXOJUT B CIIEUAIH3H-
POBaHHBIX opraHeiuiax. Munepai GopMupyeTcs BHYTpH
KJIETKH M BIIOCJICICTBHH MOKET TPAaHCIIOPTHPOBATHCS
Ha ee moBepxHocTh [15]. B nanHOM npouiecce 3aaeicTBo-
BaHbI OpPraHelIbl, COJIEpIKAIIIE OCIIKOBBIE CHCTEMBI — ITepe-
HOCYMKH MOHOB, HOHHBIE HACOCHI M KaHAJIBI, — KOTOPBIE
PETYJIHPYIOT MOTIIONIEHNE HOHOB U MX NMACCUBHYIO IH(-
¢y3uro yepe3 ouomoruueckue dapbepsl [16].

MarHuToTakTHYECKUE OAaKTEPHU SBIISFOTCSI IPUMEPOM
MHKPOOPTaHN3MOB, OCYIIECTBILIOIINX BHY TPUKJIETOYHYIO
ouomuHepanu3annio. OHU UCHIONB3YIOT OMOJIOTMYECKH
KOHTPOJIUPYEMBIII ITyTh JU1s1 00pa30BaHUsI MATHUTHBIX OHO-
muHepanoB [17, 18]. Comeprkanue xere3a B KICTKaX MarHHU-
TOTaKTHUECKUX OakTepuii Koneoercs oT 3 y OOJIBIINHCTBA
6axrepuii 1o 10 % ot cyxoro Beca y Magnetobacterium
bavaricum. VloHs! xene3a moriomarotcs He B popme Fe(ID),
a B Buze Fe(Ill), xkoTopslif oO6pasyercst myTeM OBICTPOTO
okucaenust u3 Fe(Il) [19].

MexaHu3M OHOJIOTHYECKH KOHTPOIUPYEMOi OnoMuHe-
pan3anuy y JaHHBIX MUKPOOPTaHU3MOB BKJIIOYAET MOCIIe-
JIOBAaTEIBHOCTh CTAJUi, MPOTEKAIONNX BHYTPU MarHH-
TOCOM — CIIELIATU3UPOBAHHBIX (DOCQOTHUITHIHBIX BE3UKY,
B KOTOPBIX OCYIIECTBISIETCS (POPMHUPOBAHNE BUAOCTICIIH-
(PMYHBIX KPHUCTAJJIOB MarHeTHTa: 00pa3oBaHUE MarHu-
TOCOM; BHYTPHKJIETOYHOE MOTJIOMIECHHE XKEJIe3a; TPAHCTIOp-
THPOBKA XKeJie3a B MArHUTOCOMY; PeryJInpyemMasi MUHepa-
JU3a1ys KPUCTAJIOB BHYTPH MarHUTOCOMSI [20].

AHaan3 reHoMa MarHUTOTAKTHIECKUX OaKTepuil BbIs-
BIJI KJIaCTEp ONEPOHOB, N3BECTHBIN KaK «OCTPOB MarHu-
TOCOMY, KOTOPBIH y4acTBYeT B Ipolecce OMOMHUHEpaITH-
3anuu [21]. OTu onepoHsl, BKIodas mamAB, mamXY,
mamGFDC n mamS6, KOHTpOIupyOT GOPMUPOBAHHE
MarHuTOCOM M MX BBIPDaBHHBaHUE B CTAOMJIbLHBIC HAHO-
cTpykTypbl. COBpeMeHHas MOJiesb (JOPMHUPOBAHHSI MarHu-
TOCOM IIPENICTaBIISIET COOOM YETHIPEXATAITHEIH mporiecc [22].
Ha nepBoM 3Tane npoucxoauT HHBarHHALMS MEMOpaHEI
u (OpMUPOBaHUE MarHUTOCOMHOT'O ITy3bIpbKa. TOT IPO-
LIecC KOHTPOJIMPYETCSI pa3IN4HBIMHU O€NKaMH, B 9aCTHO-
ctu MamB, Maml, MamL, MamQ u MamY'. /lansslii aTan
MIPeyCMaTPUBAET COPTUPOBKY M JIOKAJIH3ALHUIO OEIIKOB
OMoMHHEpaTu3allid BHYTPH U HA MEMOpaHe MarHUTO-
com. Ha cirenyromem sTane MarHUTOCOMBI 00pa3yIoT
LIETIOYKH, 2 UX MeMOpaHbI CBI3bIBAIOTCS ¢ HUTAME MamK
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IOCpeNICTBOM Oemnka-iHKepa MamJ it co3ganus 6omee
CHWJIBHOTO JUIIOJIBHOTO MOMEHTA, YeM Y MOHOKPHUCTAJLIA.
Tperuii sTan 0XBaThIBAET TPAHCIOPT XKEe3a, OKUCIIN-
TEIbHO-BOCCTAHOBHUTEIbHBIE PEAKIINH U 00pa3oBaHNe
3apoabliei [23].

KittoueBbIM BOIIPOCOM B MeXaHHU3ME OHMOMUHEpaTIU-
3aI[MM MarHeTHUTa BEICTymaeT BoccraHoBieHue Fe(IIl)
1o Fe(Il) B MOMEHT mepeHoca uepe3 KIETOYHBIE MEM-
Opanbl (HaApYKHYIO, ITUTOTUIA3MAaTUYECKYI0 1 MarHUTO-
COMHYIO) ITepel ONalaHNEM B BE3UKYJIbI MAaTHUTOCOM.
®deppupenykrasa, aHalOruyHasi TOW, 4TO 0OOHapy>KeHa
Yy ApYTHX MUKPOOPTaHU3MOB, Y MAaTHUTOTAKTHYECKUX
OakTepuii moka He BeIsiBNIeHA. OtHaK0 Y Magnetospirillum
magnetotacticum BBIBIEHA paCTBOPHUMas UTOIIa3MaTH-
yeckasi heppupenykrasza (uuroxpom cdl) [24]. Jannsiid
(hepMeHT MOKET BoccTaHaBIHBaTh noriorienHoe Fe(1I)
10 Fe(Il) mist TpaHCTIOPTHPOBKY B BE3UKYJIBI HITH, HATIPOTHB,
oxuciats Fe(Il) no Fe(Ill) nis o6patroro nepenoca Fe(Il)
B IICPHUILIAZMY.

XKene3o moctynaer B MAarHUTOCOMBI, IPEATIONOXKH-
TEJIbHO, IPU YYaCTHU OETKOB, MOMOOHBIX (DEePPUTHHY.
BuyTpu Besukyn obpasyerca gpeppuruaput (Fe,0,x
nH,0), koTopelii 3aTeM BeTynaeT B peakuuto ¢ Fe(Il)
¢ o0pa3oBaHHEM KPHUCTAJUIMYECKHUX 3apObIIIeH MarHe-
tuta (Fe,0,). benkn MamB, MamE, MamH, MamM,
MamN, MamO, MamP, MamT, MamX, MamZ u FtsZm

Y4acTBYIOT B 3TOM IIpoIlecce, MOAAEpKUBas He0OX01u-
MYIO0 XHUMHAYECKYIO Cpelly, XOTsI UX TOUYHbIe (PYyHKIHH
JI0 KOHIIA HE U3yUYeHBI. 3aKII0UYNTENbHOI cTaauel GopMu-
POBaHNS MarHETOCOM BBICTYNAET KPHCTAILTU3ALIMS, T1IE
oenxku MamC, MamD, MamF, MamG, MamR, MamS,
Mms6 u MmsF perynaupytor pasmep u Mop¢hosoruio
KpHUCTaUIOB MarHeTuTa [23].

A. Kovacs et al. [25] npoBenu aHaJIN3 OTIEIBHBIX U He-
YIOPSIOYESHHBIX IIENOUeK OJIM3KO PACTIOI0KEHHBIX MarHe-
TocoM (puc. 1). [IpocBeunBaromas AIeKTpOHHAsT MUKPO-
cxorust (ITOM) mpopeMoHCTpUpOBaia, 4To KOH(pUrypa-
U [IETIOYKH MOXKET OBITh HanOOJIee BAYKHBIM (PAKTOPOM,
BIMSTIOIIMM Ha HAIPaBJICHHE MArHUTHON HHIYKIINH B KPH-
CTaJulaX MarHeTHTa U BOKpYT HUX. CHJIBHO BBHITSHYTHIC
(hOpMBI ¥ pa3IMYHbIC HApaBlIeHUs KpUcTaiuiorpaduyec-
KOT'O yIJIMHEHUS, 3aperucTpupoBannsie y Desulfovibrio
magneticus, CBUAETENBCTBYIOT O TOM, UTO OIPEAECIISIOIUM
(haxTOpOM HaNpaBJIeHNs] MATHUTHON UHIYKIIUH B OJIM3KO
PAacIoI0KEHHBIX MarHUTOCOMAX SIBJISIETCS, KK ITPABUIIO,
B3aMMOJIEICTBHE MEXKIy YaCTUIIAMH, aHU30TPOIHS ()OPMEI
1 MarHUTOKPUCTAJUINYECKAss aHH30TPOIIHSL.

MarauToTakTHdecKie OaKTEpUH MPOSBISIOT BBICO-
KyIO CITIOCOOHOCTh K OMOMHHEpaln3aliy U aJalTaluu
K pa3IM4HBIM YCJIOBHSIM OKpyKaromen cpeapl. OOBIYHO
OHH 00pa3yloT B MArHUTOCOMAX JILOO OKCH/I JKeJie3a, Tnbo
cynbhua Kees3a, coAepKalie KPUCTaluIbl MarHeTUTa

Pucynoxk 1. CtpykTypa u MOp(OJIOTHSI MarHETHTOBEIX MarHeTOCOM, BBIIEIICHHBIX U3 KiIeToK Desulfovibrio magneticus
RS-1, 10 faHHBIM IPOCBEYHBAIOIICH 3JIEKTPOHHON MUKPOCKOIIUH: a — PACCEsIHHbIC HAHOYACTUI[BI MATHETHUTA;

b — otnenpHas Mmaraerocoma u mudpoas AudpakTorpamma (BCTaBKa), MIOATBEPKAAIONIAs CTPYKTYPY MarHeTUTa U OCh
YIUIMHEHHUs, napaienbnyio <100>; ¢ — cTpykTypa MarHeTuTa Ipu aToMHOM paspenieHuy; d — BF-u3zobpaxenue konbia
MarHeTHUTOBBIX MarHETOCOM, MOJYUYEHHOE U3 CepHH tilt-n300paxeHuit; ¢ — Tomorpaduyeckass peKOHCTPYKIUS HAHOYACTHII,
BBISIBJISIIOIIAS] HAJlMyue rpaHei [25]

Figure 1. Structure and morphology of magnetite magnetosomes isolated from Desulfovibrio magneticus RS-1 cells, obtained by
transmission electron microscopy: a — scattered magnetite nanoparticles; b — an individual magnetosome and a digital diffractogram (inset)
confirming the magnetite structure and the elongation axis parallel to <100>; ¢ — magnetite structure at atomic resolution; d — BF image
of a ring of magnetite magnetosomes obtained from a series of tilt images; and e — tomographic reconstruction of nanoparticles, revealing
the presence of facets [25]
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nnu rpeiiruta [26]. HekoTopeie qpyrue OakTepuu Takxke
WCHOJB3YIOT OMOJIOTHYECKH KOHTPOIUPYEMYIO0 ONOMH-
HEepaJIM3alHio JUIs MOIYYeHHUs] OAHOPOIHBIX KPUCTAII-
nuyecknx MuHepanoB. Hanpumep, Rhodopseudomonas
palustris v Escherichia coli cmtocoOHBI 00pa30BHIBATH
OJTHOPOAHBIE KyONYeCKHe UM T'eKCaroHaIbHbIE KPUCTALTBI
cynpdpuna xkagmus [27]. OnHaKo TOYHBIE MEXaHU3MEI,
YIPABJISIOIINE ITHM ITPOLIECCOM, JIO CHUX [TOP HEHU3BECTHBIL.
B 10 5xe BpeMst BHyTpHUKJIETOYHAs OaKkTepHaIbHasi OMOMH-
HepaJin3alys He BCer/ia MOJIBEPraeTcs CTpOroMy KOHTPOJIIO.
[uanobakrepun ciocoOHBI ocaxaaTh aMopdHbIe Kap0Oo-
HaTHBIE OTJIOKEHHS C HECTaHJApTHOH CTEXHOMETpHEN
BHYTpH KJeTok [28], Ttorna kak Rhodanobacter A2-61 —
TPH THIA KPUCTAITHYECKUX MHHEPAIIOB, COJCPKAIIIX
cepedpo wim ypas [29].

BHyTpukieTouHas OMOMUHEpAIH3aLUs TPOUCXOIUT
TAKKE y 3yKAPHOTUUECKUX MUKPOOPTaHU3MOB. DTOT MPO-
1ecc HabIroMaeTcsl y KOKKOIUTO()OPOB — MHOTOUNCIICH-
HBIX OJHOKJIETOYHBIX MOPCKUX BOJOPOCIEH, KOTOPhIE
00pa3yroT KanpIu(OUIHPOBAHHBIE YEITYHKH B PE3YiIb-
TaTe KOHTPOJIMPYEMOr0 BHYTPUKIETOYHOI'O MpoIecca.
BHyTpUKIETOYHBII roMeocTas KajiblUs JMHAMUYECKH
peryinupyercs pa3IHuHbIMUA OpraHe/uIlaMy — JHI0ILIA3-
MATHYECKUM PETUKYTyMOM, armnapatoM [ onbmku, BaKy-
OJISIMH | JIN30COMaMH — TIOCPEICTBOM BBICBOOOKACHUS
Y CBSI3BIBaHUS HOHOB Kaibius [30]. AMAOKATBITICOMBI —
9TO CHEUAIN3UPOBAHHBIC KAIbIUHACOepKALUE Opra-
HeJUTbI, 0OHApYyXEHHbIE y OaKTEpHid, TPOCTEHIINX U MJIe-
KOIHUTAIOIINX; OHU PACCMATPUBAIOTCS KaK IBOIIOLOHHO
Haubosee ApeBHAA PopMa BHYTPHKIECTOTHOTO JIETIO Kajb-
uus [31]. Cpeau MUKpOBOAOPOCIIEH allMI0KaIbICOMBI
UACHTH(UIIMPOBAHBI Y Psiia BUIO0B, BKIFOYAS MOJICIBHYIO
3eneHyto Bomopocis Chlamydomonas reinhardtii [32].
XapakTepHOoi 0COOEHHOCTHIO Al A0KAIbIIMCOM SIBIISIETCS
BbICOKasA KOHICHTpAlMA KaJlblHA, IPEBbILIarONIasd MUJIIN-
MOJISIPHBIC 3HAUEHHUS1, YTO 3HAYNUTEIBHO BBIIIE, YEM B JIPY-
rux opranemiax. Kpome Toro, anmmaoKaibrcOMbl OOTaThI
(dbochopomM, MPUCYTCTBYIOMUM B BHjE moaupochaTos,
U coJepiKaT Apyrre OJHOBAJICHTHbBIC U JIBYXBaJCHTHbIC
kaTHoHBL A. Gal ef al. [33] ucrmonp30Bany MOIETh KOKKO-
nmutodopoB Buna Pleurochrysis carterae, MOTy4eHHYIO
C MOMOMIBIO KJIETOYHON KPHOCKOIHH, IS yTITyOJIEHHOTO
M3YyYCHUS BHYTPUKJICTOUYHBIX 3aMACOB KAJBIUS Y MMOJI-
knacca Calcihaptophycidae. icionesys cryoSXT u cryo-
SEM/EDS, aBTOpHI BBISIBHIIM HOBbIH MEMOpaHHBIH KOM-
MapTMEHT Y KOKKoIuToopoB (P. carterae, Emiliania
huxleyi), cogepkaniuii HeMeMOpaHHBIC TebIa, OOraThIe
KajbimeM u Gocdopom (puc. 2).

JluHamMu4ecKoe pacrpe/ielieHie Kaablns B 3TOM KOM-
HapTMEHTE, BEPOSITHO, HTPAET KIIFOUEBYIO POJIb BO BHYTPH-
KJIETOUHOMN PETYJISAIUU KaJIbIUS U Mpolleccax OnoMuHe-
panmzarnun. CXOIHBIA COCTaB ATUX Telel] y 000X BUIOB
yKa3bIBaeT Ha TO, YTO JIAHHBIM MEXaHHU3M COXPaHIETCS
y KOKKOJIUTOPOpoB. OTCYTCTBUE KaNbIMi-HOChHaTHBIX
tener (Ca—P-tener) B 60s1ee paHHUX UTOJIOTHYECKUX
Uccle0BaHusIX P. carterae MOXET ObITh CBSI3aHO C apTe-
(akTamMH, BO3HUKAIOIIMMH IIPHU MOJTOTOBKE IMpenapa-
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ToB [34]. B otnmuune ot Chlamydomonas reinhardtii, rne
kaxnaoe Ca-P-Tenbie cogepxutcst B OTAEIBHON aluao-
KajgeLucome, y P. carterae umeercs Heckoyibko Ca-P-
TeJIell B Ipejaeax OMHOro KoMnaprMmenTa. E. huxleyi
00BI9HO coepkut oqHO Ca-P-Tenbiie B KpyITHOM KOMIIapT-
menTe [35]. HecMoTps Ha pa3nuyuus B KIETOUHOM OpraHu-
3anuu Ca-P-Tenern y 3TuX BUAOB, UX MHHEPAJTOTHIECKUH
COCTaB CX0X. DBOIIOIHOHHO JPEBHUI MEXaHU3M KOH-
LEHTPalMK U BHICBOOOXKAEHUS Kajblus B Ca-P-tenbrax
TIPE/IIIECTBOBAJI TTOSIBIICHHIO KOKKOIUTO(OPOB U BIIOCIEA-
CTBHH OBLT aJaNITHPOBAH IS KATbIU(PHUKAIINN KOKKOJIUTOB
y Bogopociei-rantopuros [36, 37].

BHekiieTouHasi OMOMUHEpaIU3aus — LIKPOKO pac-
MIPOCTPAaHEHHBIN MpoLEcC, MPOUCXOASIIINN B pe3ybTaTe
N3MEHEHHS XUMUYECKOTO COCTaBa MUKPOCPEIBI 10| BIH-
sstHUeM MUKpoOHOro metabonusma [20]. CyiiecTByer
MHO>KECTBO IIPUMEPOB BHEKJIETOUHOI OMOMHUHEpaIH3aIlHy,
B T. 4. 00pa30BaHMe: OKCHIA Xelle3a — MUKPOOpPTraHH3MaMH,
okucnsromumu Fe(Il) [38]; okcnma mapraHiia — MUKPO-
opraam3mamu, okucisromumu Mn(Il) [39]; kanpunTa,
BBI3BaHHOE IMIETIOYHOCTHIO, CO3JaBACMO KUCIOPOIHBIM
(orocunresom [40]; runca (CaSO, x 2H,0) — Gaxrepusmu,
okucisromumMu cepy [41]; cynsdpuma metamna — OakTe-
PHSIMH, BOCCTAHABIMBAIOIINMH CYIb(hats [42], a TaKxKe OT-
noxenueM Oaputa (BaSO,) B Tonmie okeanckoi Bozsl [43].

BuexrerouHas OMOMUHEpaIH3ays MOKET OBITh aKTHB-
HOH WITH TACCUBHON. AKTUBHAs! OMOMUHEPATH3aIIHsI BKITFO-
YaeT MpsAMOe OKHCIUTEIHHO-BOCCTAHOBUTEIILHOE TIPE00-
pa3oBaHKe HOHOB, CBSI3AHHBIX C TOBEPXHOCTHIO OAKTEPHid,
WM 00pa30BaHIe MIHEPAJIOB M3 HIOHOB, BEICBOOOKTAEMBIX
B nporiecce MeTadbonusma. [laccuBHast OnoMuHepaIn3anus
OCHOBaHa Ha HecHenu(pHUECKOM CBSI3bIBAHHMH KaTHOHOB
1 YY9aCTHH OKPYKAIOIINX aHHOHOB, YTO MIPUBOIUT K 3apO-
JKICHUIO U pocTy MUHepaioB [14]. s ocyluecTBiIeHUs
BHEKJIECTOYHON OMOMHMHEpaTU3aui HE0OX0AUMO cOo0III0-
JIEHUE psAja yciaoBuil. MUKpOOPraHu3Mbl, y4acTBYIOLIUE
B 3TOM IIpOIEcce, HYKIAIOTCS B IOCTATOYHOM KOJINYe-
CTBE pacTBOPUMBIX BeliecTB. Hanpumep, canpodurHbie
OakTepuu W TpUOBI BBIJACISIOT OpraHuveckue (KapOOHO-
BBIC KHCJIOTHI) M HEOPTaHUYIECKIE KHACIOTHI (HAallpuMep
COJISIHYIO) JUIsl PacTBOPEHHsI Heoprannieckoro ocgara
u camxenus pH cpensr [44]. KuciaoTHOCTh cpeapl oKa-
3BIBAaCT CYIIECTBEHHOE BIMSHUE HA CBSI3bIBAaHHE MOHOB,
MIOCKOJIbKY KHCJIast cpejia MPEIsITCTBYET 3TOMY IIpoLeccy,
TOT/Ia KaK HEHUTpaJibHas WM IIeJIOYHAas, HalpOTUB, CIO-
cobcTByeT. st 06pa3oBaHUs MUHEPAIBHBIX KPHUCTAII-
JIOB HEOOXOAMMEBI LIEHTPHI 3apokaeHus. Kak npasuio,
TIOBEPXHOCTHU 6aKTepI/IaJ'[I)HI)IX KJICTOK U BHEKJICTOYHBIX
TTOJTUMEPHBIX BEIIECTB CIyXKaT (PU3NIECKUM CyOCTpaToM
JUTSL OCaXICHHSI MUHEPaJIOB, 00eCTieYyrBasi TOUKH 3apOrK/ie-
HUSI ¥ BITSISE HA MOP(OJIOTHIO U COCTaB KPHCTAILIOB.

Poab 0eqxoB B mpouecce 0MOMHHEPATHU3AMUH.
[Tponiecc 00pa3oBaHUs U OTIIOKEHUS] HEOPTAHUIECKUX
MHHEPAJIOB 1O BOSHGﬁCTBHeM 6I/IOJ'IOFI/I‘-ICCKI/IX CUCTEM
peryampyercst Ha MOJIEKYJISIPHOM YpoBHE. Bromosexysl,
BOBIICUCHHEIE B 3TOT IPOIECC, UTPAIOT BAXXHYIO POJIb
B 3apOX/ICHUH, KPHCTAUTM3ALUK U PETYJSIIIMN pa3Mepa
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PucyHok 2. KpHOCHUMKY OCTEKJIOBAaHHBIX KIETOK Pleurochrysis carterae, IpoayIHPYIOMUX KOKKOTUTHI:

a — HeoOpaboTaHHOE PEHTICHOBCKOE U300pakeHne KIeTKH npu HakioHe 0° u sHepruu 520 3B; BcTaBka — cBeTOBOE
MHKPOCKOIIMYECKOE H300paKeHHE HKHUBOU KIETKH CO CTEHKOW M3 KOKKOJIHTA; b — TpeXMEpHBIH Cpe3 peKOHCTPYHPOBAHHOTO
o0BbeMa KJIETKH, JeMOHCTPUPYIOIINI XJIOPOILIACTHL (3e/IeHble HAKOHEYHUKH CTPEJIOK), KPYITHBII MeMOpaHHBIN
KOMHIapTMEHT (*), HECKOJIBKO BE3UKYJ H PEHTT€HOMOIIIOMAIONINE TeNbla (TEMHBIE); ¢ — IIOBEPXHOCTHOE N300pakeHne
CEeTMEHTHUPOBAHHBIX CTPYKTYP: XJIOPOILIACTHI TOKA3aHBI 3€JICHBIM, SJIPO — (GHOJIETOBBIM, KPYNHBIE BaKyoJeoOpa3HbIe
CTPYKTYPbI — KOPUYHEBBIM, JIUIUAHBIC TEJbIIA — KEITHIM, BE3UKYJIIbI — CEPBHIM, KOKKOJIHUTBI — CHHHM;

d — Ca-ciekTpoMHUKpOCKOIHYeCKUe n300paxkeHus 10 kpas noriormenus (342,0 aB), Ha kpato moriomenus (353,2 3B)

U COOTBETCTBYIOIIAsl pa3HOCTHAs KapTa, IeMOHCTPUpYIoIas 00JacTh ¢ BEICOKUM cojepxanneM Ca; e — TpexMepHas
CerMeHTalMsl KaJIbIUICOIepKaliX CTPYKTYp: KOKKOJIHUTHI TOKa3aHEl cHHUM, OoraTsle Ca-Tenblia — KpacHBIM,
KOMITaPTMEHT, B KOTOPOM OHH JIOKQJIN30BaHbl, — KOPUYHEBBIM; Ha H300paKEHUH, OJTY4YECHHOM O] APYTUM YIJIOM, BHJHO,
yTo Oorareie Ca-Tenblla pacmoiaoKeHsl B ofHOM kKomnaptMente; f, g — Ca-kaptel cryoSXT xinetok Pleurochrysis carterae,
JEMOHCTPHUPYIOIINE BEICOKYIO KOHI[eHTpaluio Ca B IPOCBETe BaKy0Je00pa3HOro KOMIApTMEHTA U HaIH4YHe
JIUIIB HECKOJBKUX HebonbpInx 6oraTeix Ca-tenen; Genble 2yutnncsl 0003HavaloT apTedakThl MPsIMOro JIy4a,
HEU30eKHBIC 11 00pa3loB TaKoW TONIUHEL [33]

Figure 2. Cryo-images of vitrified Pleurochrysis carterae cells producing coccoliths: a — unprocessed X-ray image of a cell at a 0° tilt
angle and 520 eV; inset — light microscopic image of a living cell with a coccolith wall; b — 3D slice of the reconstructed cell volume
showing chloroplasts (green arrowheads), a large membrane compartment (*), several vesicles, and X-ray-absorbing bodies (dark); ¢ —
surface rendering of segmented structures: chloroplasts are shown in green, the nucleus in purple, large vacuole-like structures in brown,
lipid bodies in yellow, vesicles in gray, and coccoliths in blue; d — Ca spectromicroscopic images below the absorption edge (342.0 eV),
at the absorption edge (353.2 eV), and the corresponding difference map showing areas with high Ca content; e — 3D segmentation
of calcium-containing structures: coccoliths are shown in blue, Ca-rich bodies in red, and the compartment in which they are localized
in brown; the view from a different angle shows that the Ca-rich bodies are located within the same compartment; and f, g — cryoSXT Ca-
maps of Pleurochrysis carterae cells demonstrating a high Ca concentration in the lumen of the vacuole-like compartment and the presence
of only a few small Ca-rich bodies; white ellipses indicate direct-beam artifacts, which are unavoidable for samples of this thickness [33]

HEOPraHWYECKUX KPUCTAIIOB [45—47]; cpeau HUX KItode- yraepoaa. OHHU JIOKaTH30BaHBl B MUKPOKOMIIAPTMEHTAX,
BoOe 3HaueHKE nMeroT Oenku [48]. nenTudukarums Takux OTPaHMYCHHBIX OEIKOBON 0007109KOH (KapOOKCHCOMaMH),
0eJKOB Ba)kHa JJIsI BOCTIPOM3BEICHHS OMOMUHEPAITI3aLlHH rae oukapbonar npeobpasyercs B CO,. D10 NpuBOIMT
in vitro B yCIOBHAX, IMUTHUPYIOIIHX in vivo [49]. K BBICBOOOXKICHHIO THIPOKCHUIBHEIX HOHOB, KOTOPHIE

Hawnbonee pactipoctpaneHHBIM OMOMHHEPATIOM, CHHTE3 Oyhepusyrorcs 3a cuer mmropta H* uist perynupoBanus
KOTOpOTO ynpasysiercs Oenkamu, spisercs CaCO, [45, 48]. BHyTpuKIeTouHoro pH. B pe3ynbrare BHekIeTouHbIH pH
CooTBeTcTBEHHO, Hanbosee H3yUyeH Iponecc OMOMHUHEPa- U, CIEIOBATEIFHO, HACHIIICHHOCTh BHEKJIETOYHOTO pac-
JM3aUH KapOOHATOB, TPOTEKAIONIUH O] BO3ICHCTBHEM TBOpA MOBBIMIAIOTCS M0 CPABHEHHIO ¢ KApOOHATHBIMHU
(oToauTOaBTOTPOGOB, B YACTHOCTH ITUAHOOAKTEPHIA. MuHepanbHbIMA (azamu [50]. KapOoanruapassl — 310
{nanoGakrepun criocoOHBI MOBEIIATH PH BHEKIETOU-  MeTaIOQEPMEHTHI, KaTAIN3UPYIONe 00paTHMYIO THapa-
HBIX PacTBOPOB, HE 00JIAAAIOMNX BBICOKOH Oy(hepHOi tammio CO,. Takum 00pa3om, OHM y4acTBYIOT B PETyJIs-
€MKOCTBIO, YTO CBSI3aHO C MX CIIOCOOHOCTBIO CBSI3BIBATh iy pH 1 nepepaboTke HEOPraHUYECKOro yriaepoaa. JTH
CO, ¢ momomipto pudyn030-1,5-6npocharkapbokcuiasml- (hepMEeHTHI MHTEHCHBHO U3y4YallUCh B KOHTEKCTE YIIaBIIH-
OKCHT'eHa3blI IIOCIIE MOTIIOoIeHHs OnkapOoHaT-noHoB. Kapbo- Banus u cessbiBanus CO, [51, 52]. HecmoTps Ha MX J0Ka-
aHrupasbl — (EPMEHTHI, KaTAIM3UPYIOLIHE 00paTHMYIO 3aHHYIO POJIb B Kbl (UKaK 3yKapuoT [53], ux yuac-
ruaparanuio CO,, — BBIIOJHAIOT IEHTPATbHYI0 QYHK-  THE B OaKTepHaibHOM KapOOHATOTEHE3€ YacTO HEM0OLe-
o B peryisinuu pH u nepepaboTke HEOPraHUIECKOTO HuBaercs [54].
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KapOGoanriapa3s! IIMPOKO pacupoCTpaHEeHH! B IAPCTBE
Gakrepuit. OHM NpHHAUIEKAT K TPEM ceMercTBaMm (a, f, 7),
KOTOpBIE, I0-BUJIUMOMY, IIPOU3OLLIN OT y-ITOJOOHBIX
MIPEIKOBBIX KapboaHruapas [55-57]. CymecTByeT 3HaYH-
TEJIFHOE CTPYKTYPHOE Pa3HOOOpas3ue KapOoaHTHIpa3: OHU
MOTYT CYIIECTBOBATh B BUJIC MOHOMEPOB WJIU TIOJIMMEPOB,
B COUYETAHHUH C HU3KHUM CXOJICTBOM IIOCIIEIOBATEIBHOC-
teit [57]. KiteTounas mokanm3aris Takke pasHooOpa3Ha:
HEKOTOpbIe KapOOaHTUIpa3bl SABISIOTCS BHYTPHUKIIETOY-
HBIMH, BHYTPUSIICPHBIMH, IPYTHE — HEPUILIA3MaTHIECKUMH
WJIM BHEKJICTOYHBIMH [56].

BHexieTouHbIe TOIMMEPHBIE BEIIECTBA BHOCST CyIIe-
CTBEHHBIH BKJIaJ B OMOMUHEpAIN3al1HY, BIUsS HA TOJHU-
Mop¢u3M kapooHatos [58]. Ix cocTaB 110 ypOHOBOM KHC-
JIOTe, YIeBoaM 1 OekaM onpenenser, OyaeT Jau npeoo-
JaJaTh OCAXICHUE aparoHuTa Wik kajplura. Hebonpime
KHCIIbIe 0K, COAEepIKalIie OCTATOK acIaparuHOBON
KHCIJIOTHI, HE3aMEHNMBI B 3TOoM rporecce. [Ipeamonara-
€TCsl, YTO ITU OEITKU B3aUMOJICHCTBYIOT C IIOBEPXHOCTBIO
pacTyIINX KPHCTaJUIOB-TIPEAIIECTBEHHIKOB KapOoHaTa
KaITBIIMS, HHTHOUPYSI TATbHEHIITYO TpaHC(HOPMALIUIO B HAM-
OoJiee CTaOMIBHBIA OMUMOPP — KAIbIUT [59]. AHao-
THYHBIE PE3yJIbTaThI TOTYYSHBI IPU H3MECHEHUH COJICPIKaH-
Ysl KCAHTaHa U MPUCYTCTBUS KUCIBIX aMUHOKHCIOT [60].
HenaBuue uccnenoBanus [61] mokazanu, 4To BHEKJIE-
TOYHBIE MTOJTUMEPHBIE BEIIECTBA, IPOAYIIUPYEMBbIE IIpeI-
craButensMu Buna Bacillus subtilis, 00raTbl KMCIBIMU
AMHUHOKHUCIIOTAMH, TAKIMH KaK TJyTaAMHHOBAs U acrapa-
TMHOBAsI, U CITy’KaT LEHTPaMH 3apOXKICHUsI KapOOHATHBIX
MHUHEpaNbHBIX (ha3. BeicokoMonekysipHbIe KACIBIE OeNKY,
BBIJIEIISIEMbIE HEKOTOPBIMH OaKTEPHSIMH, TAKXKE BIUSIOT
Ha OTJIOXKEHHUE Pa3IMYHbIX MUHEPAIbHBIX (Da3, BKIIOYas
KapOoHaTHI [62].

HekoTopsle pyHKIMOHAIBHBIE TPYIIIBI BHEKIETOU-
HBIX OEJIKOB MOTYT afcopoupoBaTh cBoOOHBIH Sb(V)
MyTeM DJIEKTPOCTATHUECKOTO MPUTSLKEHUS U XeIaTHPO-
BaHuA [63, 64]. Hanmpumep, Takoil MEXaHU3M OTMEYEH
y D. vulgaris Hildenborough, koTopslii Jon0NMHUTEIBHO
BoccTaHaBiuBal ajacopoupoanubsiii Sb(V) mo Sb(I1T)
BO BHEKJIETOUHBIX OeJKax, 00pa3ysi ¢ Cepoil ¥ KHCIOPOAOM
amopdHble HaHOMeTpoBhIe ocanaku Sb,S. u Sb O, coor-
BETCTBEHHO [65, 66]. Y cTaHOBIIEHO, YTO ()JIaBOMPOTCHHBI
TPAHCTIOPTUPYIOTCS W3 MUTOIDIA3MBI BO BHEKIICTOYHBII
Marpukc noj jneiicrsrueM Sb(V), KOTOPBIH CITy>KUT OKHC-
JIUTENIbHO-BOCCTAHOBHUTENILHBIM YEITHOKOM JUIs [IEpeHoca
AIEKTPOHOB M3 IIUTOXPOMHBIX CETell C-TUMa sl BOCCTa-
HOBIIeHHs BHeKIeTouHoro Sb(V) [67, 68].

benku B. brevis o6nanarot 0051€€ BBICOKUM CPOJCTBOM
Kk Ag(l) s cHaTe3a HaHOYACTHIT cepedpa [69], uTo yKa3bI-
BaeT Ha CITIOCOOHOCTh OAKTEPUATTBHBIX OCITKOB CTAOHIIH3H-
POBaTh METAUIMYECKUE YACTUIIBI, 3AIIUIIAst UX OT HOHOB
METaNIOB. BHEKIIeTOUHBIE OEJIKN IPYTroro MUKpOOpra-
HusMa — D. vulgaris Hildenborough [70] — o6ecnieun-
Basu ajicopbuuio Sb [71]. HekoTopble MUKpOOPTraHU3MBI
MOT'YT TIEPEHOCHUTD JIEKTPOHBI C BHEIIHUX [IUTOIIa3MAaTH-
YeCKUX MeMOpaH Ha BHEKJICTOUYHBIC METAJIBI Yepe3 CeTh
OKHCJIUTENbHO-BOCCTAHOBUTEIBHBIX YEITHOKOB U CTPYK-

571

TYpPHBIX OETTKOB. DTH OENKH 00Pa3yIOT «MOCT, COeIUHS-
IOINI BHYTPUKJIETOYHBIE META0OINYECKHE IPOLECCHI
C OKHCJIMTEIbHO-BOCCTAHOBHUTENILHBIMU PEAKLUSIMU BHE-
KJIETOYHBIX a/ICOPONPOBAHHBIX METAILIOB [72].
BrekneTounsie Oenku (HampuMep (IIaBOIPOTCHHE)
(GYHKIMOHHUPYIOT KaK NU(PQPY3UMOHHBIE 2JIEKTPOHHBIE
YEJIIHOKHU JJIsl TIEPEeHOCca IEKTPOHOB. Takum obpaszom,
MHUKPOOPTaHN3MbI pa3paboTalin CIIeHaTU3NPOBAHHBIC
MEXaHU3MbI BHEKJIETOYHOTO IIEPEHOCA IIEKTPOHOB, OIO-
Cpe/loBaHHbIE OENKaMH, JJIsI TUCCUMUIISIIIMOHHOTO BOCCTa-
HOBJICHUS METAJUIOB B OOTaThIX MeTaJllaMu cpenax [73].
Takre MHUKpOOPTaHN3MBI HCITOJIB3YIOT MYJIbTUT€MOBEIC
LUTOXPOMBI C-THIIa, PACIIONIOKEHHBIE B KIIETOYHOM CTEHKE,
JUISL TUCCUMUITSITMOHHOTO BoccTaHoBiaeHus Fe(IIl) [74].
Shewanella sp. BbIIENAIOT (hIaBUHBI I OOIETYCHHS
IepeHoca EKTPOHOB U3 KiIeToK Bo BHekneTouHble Cr(VI)
u Fe(IIT) [75]. [IpumeyartensHO, 9TO B XOJI€ HCCIICAOBAHUS
TOKa3aHa TPAHCIOPTUPOBKA (DIIABOIPOTEHH M3 BHYTPH-
KJIETOYHOT'O TIPOCTPAHCTBA BO BHEKJIETOYHBII MAaTPHKC
ImyTeM HeoTrpaHW4eHHOH nuddysun [76, 77], moBbIma-
oI1ast OKMCIUTEILHO-BOCCTAHOBUTEIIBHBIN ITOTCHIINAI
JUISL YBEJIMYEHUS] CKOPOCTH TIEPEHOCA DIIEKTPOHOB [78].
DTO MPUBOIUT K BOCTIPOU3BOJIUMON U OJHOPOIHOM
Mopomorun kpuctaimos [79, 80]. C mpyroit cTOpOHEI,
pu OMOJIOTUYECKH KOHTPOJIMPYEMO MHHEPaTU3aLIH
MIOBEPXHOCTh OAKTEpUANbHBIX KIETOK U BHEKJIETOYHO
CEKpEeTHUPyEMbIE OPraHNYECKHE MOJMMEPHbIC BEIIECTBA
BBINIOJTHSIOT aHATOTUYHYIO (DYHKITHIO, YTO 00ECTIeYHBaET
LUIMPOKUH CHEKTP MOP(OJIOT A KPUCTAJUIOB KapOoHaTa
kamberus [81, 82]. Bonee Toro, oOHapykeHO, YTO BEIOOP
OpPraHMYeCKOM MaTpHUIIBl TAKXKE BIUSET HA CTPYKTYPHYIO
U TEPMHUYECKYIO CTAOMIBHOCTL OnoMuHepana [83].
CoBpeMeHHBIE UCCIeA0BaHNS OMOMUHEpaTH3aAHHI
JIEMOHCTPHUPYIOT, YTO OPraHNYECKHE MaTPHIBI B MeCTax
KaJabIM(PUKAINN COCTOAT MPEUMYIIECTBCHHO U3 OCIKOB
Y TIOJMCAaxapuaoB. Y pa3iINdHBIX OPraHU3MOB, BKIIIO-
Yast MOJITIOCKOB, KpPaCHBIE BOAOPOCIIH, KOKKOJIIUTO(POPOB
u popamunudep [84], kanpuuUIEPYOLIUE MAKPOMO-
JIEKYJIbI 00OTAICHBI KUCIOTHBIMHU (DyHKIIMOHAIBHBIMU
rpymnmnamMu: OeJIKH COAepkKaT BHICOKYIO JTOJIIO KapOoK-
CHJIMPOBAHHBIX aMHUHOKHCIIOT, a MOJIMcCaxapuabl Xapakx-
TEPHU3YIOTCSI BBICOKOH CTENIEHBIO CyNb(haTHPOBAHUS U Kap-
6oxcumapoanus [85, 86]. [Ipeobnaganme kKapOOKCHIATHBIX
U Cynb(aTHBIX TPYII B MECTaX MUHEPAIN3aHH YKa3bl-
BaeT Ha UX (YHKIHOHAIBHYIO 3HAYMMOCTb B MPOIIEccax
3apoXKIEeHUS U pocTa Kpuctauios. [Ipeanonaraercs, 9To
3apspKEHHBIE OCJTKU MTPAIOT aKTHBHYIO PETYIISTOPHYIO POJIb
B MUHEpaJIU3aLIUH, TOT/Ia KaK MMOJ1caXapuabl, HAIpuMep
XUTHH B PaKOBHHAX MOJUTIOCKOB, 00pa3ylOT MHEPTHBIH
CTPYKTYpHBIH Kapkac. OIHAKO MOJICKYJISIPHbIC MEXaHH3MbI
9THX B3aMMOJICHCTBUI TPEOYIOT AaNbHEHIIIEro U3yYEeHUsL.
A. J. Giuffre et al. [§7] oTMedaroT, 9TO JIOKAIBEHOE MIEPECHI-
IICHHUE OTIPE/IENSIeT OTHOCHTENBHbIE CKOPOCTH 3apOXKACHUS
Ha 3apsDKEHHBIX M HEUTpalIbHBIX Nou10kKKaxX. [TonydyeHHbie
PE3yIbTATHI IPEATIONIAraloT MOJIENb 3aPOXKACHNUS, OCHOBAH-
HYIO Ha HEIPEPHIBHOCTH B3aUMOJICHCTBIH MEXIY TTOUI0XK-
KO 1 %KUJIKUM KPHCTAJJIOM, PEr'yJIUPYEMBIX KHCIOTHBIMH
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1 HEUTpaTbHBIMH JOMEHAMH. JTa MOJIEIh MOOYKIaeT
K MIEPEOCMBICIICHUIO POJIM HEUTPAIBEHBIX MaKPOMOJIEKYT
B KaJIbLIM(PUKALIMH, YKa3bIBas Ha TO, YTO UX CIIOCOOHOCTH
CHIDKATh YHEPTETHYECKHUH Oapbep MOXKET OBITh BaKHBIM
U paHee HeI0O0IeHeHHBIM (akTopoMm [88].

HenasHue uccnenoBaHus NOKas3anu, 4YTo OCJIKU U TTOJIH-
caxapHIbl YaCTUYHO OTBETCTBEHHBI 332 MOJIUMOPHHYIO
CeNEeKTUBHOCTH [88—90]. DTu opraHnyeckue MaTpHULbI
BIIUSIIOT Ha XapakKTep 3apOKACHHUS 1 MOP(OJIOTHIO KpUCTaI-
JIOB, YeM M ONPEACTISIOT TOIUMOP(HYIO CEJIEKTHBHOCTb.
B pesynbrare 00pa3yroTcs CTaOMIbHBIE KPACTAILTYECKAES
CTPYKTYPBI, KOTOpBIE B IPOTHBHOM CiIydae ObUTH OBl Tep-
MOJMHAMHUYECKH HeOMaronpusiTHeIMu [22, 79-81].

BeckonTakTHast 1 Hepa3pymaromas JuarHoCcTHKa Kap-
OOHATOB, MOJIyYEHHBIX B PE3yJIbTaTe MHUHEPATH3ALNH
U TIPEACTABIISIIONINX WHTEPEC I MaTepHaIOBEICHUS
1 IPOMBIIUICHHOCTH, OCYIIECTBILIETCS ONTHIECKIMHI METO-
JIaMH C MICTIOJIb30BaHNEM KOJIMYECTBEHHBIX XapaKTEPHCTHK
KoJieOaTeabHBIX MOJl. AHAIN3 KOJIeOATENbHBIX CIIEKTPOB
KapOOHATOB MO3BOJISIET MTPOTHO3UPOBATH U BOCTIPOHU3BO-
JIATH TTOJTHBIE KOJIEe0ATEFHBIC CIIEKTPHI KPUCTAIITHYCCKAX
COE/IMHEHHH U, OCHOBBIBASICH HA OOBIYHBIX CIIEKTPAIBHBIX
3aBUCHMOCTSIX, TIPE/ICKa3bIBaTh HX OCOOEHHOCTH IS TBEP-
JIBIX KPUCTAJUIMYECKUX pacTBOPOB [91].

OpnHuM 13 HanboIee MHTEPECHBIX aCMIEKTOB MHKPO-
OMOJIOrMYEeCcKO OMOMUHEpaTU3alMK SBIISIETCS CIIOCO0-
HOCTB KOHTPOJHAPOBATH MOP(OIIOTHIO H pa3Mep KPHUCTAIIOB
O6ruomuHepaina. MccnenoBanus OMOMUHEPaATH3aLiN Y BBIC-
LINX DYKapHOT, TAKUX KaK KOCTH U PAKOBUHBI MOJUTFOCKOB,
BBISIBIJIH POJIb OPTaHUYECKHUX ()ParMEHTOB B 3apOKICHUH
U pocte Kpuctayios [92]. JIoruuHO NpeanoaoKUTh, 4YTO
OMOOpraHNYECKHE MOJIEKYJIbl H OHOIOJIIMMEPHI TAKXKe
SIBIITFOTCSI BAYKHBIM KOMIIOHEHTOM OMOMUHEpaTN3alun
MHUKPOOPTaHU3MOB. Y CTaHOBIICHO, YTO Pa3JIMuHbIe OCIIKH,
MoJINCaxapuabl U APyrue BHEKICTOUYHBIE UM BHYTpPHU-
KJICTOYHBIE TIOJMMEPHBIE BEMeCTBA (PAKTHIECKH CITyKaT
MaTpuIel B Iponecce KpUCTaILIN3aluK, o0ecrieunBast
HEOOXOAMMBIN KOHTPOJIb HaJ uX (hopMoiit u MopdoIo-
rueit [93]. Takum 06pa3oM, COBpEMEHHBIE UCCIIEAOBAHMS
MHKPOOHOW OMOMHUHEpaTU3aliil B 3HAYUTEILHOHN CcTe-
MIEHU COCPEIOTOUYECHBI Ha B3aUMOICHCTBIM OPraHUYECKUX
Y HEOPraHMYECKUX MOBEPXHOCTEH paszena npu GopMupoBa-
HUU KPUCTAJUTMICCKOHN CTPYKTYPHI.

B ciy4ae Guonornuecku KOHTPOIUPYEMOi OnOMuHe-
panu3anuu UICHTU(UKAIMS OPraHUYECKUX MOJIEKYII,
YYacTBYIOIIUX B (hOpMUPOBAHIH MOP(OIOTHHA KPHUCTAII-
JI0B, 0bJeryaercs Oiarogapst MOJIHOMY KOHTPOJIO KIIETKH
HaJa KaxJ0M ctajaueil cuHTe3a. bakrepuanbHas Kierka
BBIpabaTheIBaeT crierupuiIecKkue OenKu, eTUHCTBEHHOM
LIEJIBI0 KOTOPBIX SIBJISIETCS KOHTPOJIb (POPMBI, pazMepa
u nonmumopdHoil Moandukanuyu GuomuHepana. B xoze
MHOTOJICTHUX FCCJIEI0BaHNI B MEMOpaHEe Mar HUTOCOMBI
HACHTUQHUINPOBAHBI Pa3InYHbIe OENKH, 0OecrednBaio-
1Me KpUCTAJUIM3alMI0 YacTHI] MarHeTuTa. Hanpumep,
10 MEHBIIIEH Mepe MeCTh OeTKOB, CIICITM(UIHBIX IS Mar-
HUTOTAKTHYECKUX OaKTepUi, BEITIONHSIOT 3Ty (QYHKIIHIO.
OtH Oenku, KonupyeMsbie onepoHaMu mms6 u mamGFDC,

572

HE SIBIISTFOTCS] OCHOBHBIMH B OMOMHHEpAIN3aInH, OHAKO,
KaK yCTaHOBJICHO, OHH PETYJIUpPYIOT pa3Mep u Mopdoiio-
THIO0 MarHeTHTAa. Y JaJIeHUE ITUX ONIEPOHOB 10 OTAEIBHO-
CTH WJIV B KOMOMHAINY 3HAYUTEIHHO YMEHBILAIO pa3Mep
YacTHIl MarHETHUTA 10 CPAaBHEHHIO CO IITAMMaMH JTUKOTO
tuna [94, 95]. A. Arakaki ef al. [79] noka3zanu, 4T0 KOH-
TPOJIb pa3Mepa OKTadIPUIECKUX KPUCTAIIIOB MarHETHTA
obecrieunBaercs oenxkamu MamC, MamD, MamG nu Mms6.
BakHO OTMETHTB, UTO ATH T'€HBI HE OOHAPYIKEHBI Y IITaM-
MOB, CHHTE3UPYIOIIUX KpUCTaLIbl B popme mynu. Ipen-
T0JIaraeTcs, YTO 3TH OEIKH B3aUMO/IEHCTBYIOT C TIOBEPX-
HOCTBIO MarHeTHUTa IO0CJe COBMECTHOH JIOKAJIU3aUN
B MeMOpaHe MarHuTocoM [22].

MarauToTakTH4ecKie 6aKTepry CHHTE3UPYIOT CIIEIH-
(rueckne OeKH, KOJUPYEMbIe TEHOM Mmms6 1 OTIEPOHOM
mamGFDC, KoTopble cIy>XKaT MaTpHUIIaMH IS 3apOXK-
JICHHS ¥ pOCTa KPUCTAJIOB MarHeTuTa. benku marauro-
COMHOI1 MeMOpaHbl, a TaKke MeMOpaHocnenupuIHbIe
0eJIKM MOXHO pa3JesIuTh Ha HECKOJIBKO TPYIIN B 3aBH-
CHMOCTH OT MX POJH B Iporeccax GOpMHUPOBaHHS Mar-
HUTOCOM — MHBarmHaIluu MeMOpaHbl, COPTUPOBKE Oel-
KOB, BBIDAaBHUBaHUU IIETI€H MarHUTOCOM, OMOMUHEpa-
JU3aIMU U KOHTpoJe (JOpMBI U pa3Mepa MUHEPAIbHBIX
KpuctaioB. OCHOBHBIE XapaKTEPUCTUKH yKA3aHHBIX
OenKoB mpuBeaeHbl B Tabnuie 1 (Ha OCHOBE JaHHBIX
S. Barber-Zucker et al. [22]).

OnHUM 13 IEPBBIX TEHOB, CBA3aHHBIX C OpTaHU3AIIEH
MarHMTOCOM, SIBJISIETCS aKTUHOMOAOOHBIH mamK [96].
Junamudaeckast AT®-3aBucuMas nmoiuMepusaius oenka
MamK omnocpenyer nepemMenieHine MarHUTOCOM U3 MECT
3apOXKACHHS B UX KOHEUHOE IOJIOKEHUE B KieTke [97].
Y Magnetospirillum spp. amanrepubiit 6e1oxk Mam)J cBsi-
3BIBaeT MEMOpaHy MarHUTOCOMEI ¢ HATBIO Oenka MamK,
perynupysi JMHaMHUKy HOJIMMEPH3aluu U CIIOCOOCTBYS
oOpaszoBanuio 1enu [98]. MHTerpanbHbIii MeMOpaHHBIN
6emok MamY Takke y4acTBYeT B pacIOJIOKCHHH Mar-
HHUTOCOM Y Magnetospirillum spp. n BHOPHOHOB, orpesie-
JIsisl IMHUIO (pOPMHUPOBaHHUS 1IETIOYKH BJIOJIb HanboJee
BBIITYKJION YaCTH MEMOpaHBbI.

OO0pa3oBaHre MUHEpAJIa MarHETUTa B KOMIIApTMEHTE
MarHMTOCOMBI TpeOYeT KOHTPOJIMPYEMOT0 IepeHoca HOHOB.
MamB n MamM, nipeficTaBUTENN ceMecTBa OEIKOB, CIIO-
cobctByromux audpQysrn katnoHoB (CDF), obecrieunBatot
UMIIOPTHP JIBYXBaJICHTHOT'O JKeJIe3a 13 LIMTOILIA3MBI B ITPO-
CBET MarHUTOCOMBI, UCTIONIB3Ys ABMXKYIIYI0 cuiy [102].

TpaHCIOPT MOHOB, HEOOXOAUMBIN 11 00Opa30BaHMUS
MarHeTUTa B MarHUTOCOMAX, OCYIIECTBIISIETCS] HECKOJb-
kumu Oesikamu. MamH n MamZ — romonoru 6enkos MFS —
ABIISIIOTCS TIPEATIONAracMbIMH TIEPEHOCUNKAMH JKEIIe3a;
MX COBMECTHOE yJaJIeHHE KPUTHYECKH yXyAliaeT oopa-
3oBanue kpuctawio [108]. MamO — romouor TpaHc-
nmoptepoB TauE — MoxeT OBITH BOBIICUEH B TPAHCHIOPT
noHOB U / wiu aktuBanmio MamE [118]. [Tonnep:xkanue
IIEJIOYHOM Cpe/Ibl, HEOOXOIMMOM 111 00pa30BaHus MarHe-
TUTa, ocymectsisiercs MamB, MamM [119] u, npexnmo-
noxutenbHo, MamN (Tomonorom artunoprepa Na“/H"),
yJlaJeHHe KOTOPOro MPHUBOAUT K 00pa30BaHUIO MYyCTHIX
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Ta6nuna 1. OcHOBHBIEC XapakTepUCTHKU OenkoB Mam u Mms [22]

Table 1. Key characteristics of Mam and Mms proteins [22]

benok | Koaupyromwuii Crpyxktypa NCBI Pounb B 00pa3oBaHnu MarHeTocoM Hcrounuk
OIIEepOH
Mam mamAB CoptupoBka GerkoB [99-101]
MamB mamAB BrstanBaHme MeMOpaHbI, TPAaHCIIOPT XKee3a [102]
MamC mamGFDC KonTpons pasmepa u GpopMbl KpUCTAIIIOB [103, 104]
MamD mamGFDC - Kontpoins pasmepa u opMBI KpHCTaILIOB [79]
MamE mamAB CopTtrpoBKa OEIIKOB, OKUCITUTEIBHO- [105]
BOCCTaHOBHUTENBHBIH KOHTPOIb
MamF mamGFDC - KoHTponb pazmepa KpuCTallIOB [106]
MamG mamGFDC — KoHTponb pa3mepa KpUCTaIUIOB [107]
MamH mamAB — Tpancmopr xene3a [108]
Maml mamAB — MuBarunanus MeMOpaHsbl [105]
Mam]J mamAB - BrlpaBHHMBaHNE MarHETOCOMBI [109]
MamK mamAB BrlpaBHHMBaHNE MarHETOCOMBI [110]
MamL mamAB - WNuBarunanust MeMOpaHsbI [105]
MamM mamAB Tpancnopr xenesa [102]
MamN mamAB - Konrpons pH [22]
MamO mamAB 3apoxJeHUE KPUCTAIIIOB [111]
MamP mamAB OKUCIIUTEIbHO-BOCCTaHOBUTENBHBINA KOHTPOJIb [112]
MamQ mamAB - VuBarunarys MeMOpaHbl [22]
MamR mamAB — KoHTposnb pa3mepa 1 kolnudecTBa KpUCTAIIOB [22]
MamS mamAB - Kontpoins pa3mepa 1 HOpMBI KPHCTAILIOB [22]
MamT mamAB — OKHUCIIUTEIbHO-BOCCTaHOBUTENBHBINH KOHTPOJIb [113]
MamX mamXY - OKHCIUTEIHbHO-BOCCTAHOBUTEIBHBINA KOHTPOJIb [108]
MamY mamXY — VuBarunarys MeMOpaHbI [114]
MamZ mamXY - TpaHcnopr xene3a, OKUCIUTEIbHO- [108]
BOCCTaHOBUTEJIbHBIM KOHTPOIIb
FtsZm mamXY - KoHuTpomns pa3mepa i GopMBI KPUCTAIIIOB, [115]
JECHUTPHPUKAIHS

Mms6 mms6 - Kontpoins pasmepa u hopMBI KPHCTAILIOB [116]
MmsF mms6 - KonTpons pasmepa u GpopMbl KpUCTAIIIOB [117]

IIpumeuanue: «—» — B 6a3e nanueix NCBI orcyTcTBYyeT H300paskeHHe IPOCTPAHCTBEHHON CTPYKTYPBI COOTBETCTBYIOIIETO Oelika.

Note: “=” —

the NCBI database does not contain an image of the spatial structure of the corresponding protein.
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Be3ukyn [21]. Cootnomenne Fe(Il):Fe(Ill) perymupy-
ercst Maruuroxpomamu MamP, MamX, MamT u MamE,
KOTOpbIe cozepxar rem c-tumna [120]. MamP obnanaer
aKTHBHOCTBIO JKENIE300KCHAa3Hl in vitro [121], a MamZ,
B JIOIIOJIHEHNE K CBOEH TPAHCIIOPTHON (YHKIMH, MOXKET
MPOSIBJIATH aKTUBHOCTB KeJIe30PE yKTa3bl, aHAIOTHYHYIO
YedZ [108].

Berku Mms6 1 Mms7, o0nagaromue BHICOKHM CPOJI-
crBoM K Fe(Il), BeposiTHO, MHULIMMPYIOT 3apOXKJIeHHE
MAarHeTHTa, yBeIIMIHNBast IOKAJIBHYIO KOHIICHTPAIHIO HOHOB
xeesa [123]. Mms6 — HanboItee pacrpocTpaHeHHbIH OeIIoK
B MarHeTOCOMax — UTpaeT KI0UYEeBYIO poiib B 00pa3oBa-
HUW A1ep in vivo u in vitro [123, 124]. Ilpeanonaraercs,
YTO MHOJKECTBEHHBIE IPESIICpPHbIE KIacTepsl, 00pa3o-
BaBmecs Ha C-xoHIie Mms6, cruBaroTcs, 00pa3yst MarHe-
TUTOBOE AP0, JAIBHENUIINNI POCT KOTOPOI'O IPOUCXOAUT
3a CYET arJIoOMEepaIy 3THX KIACTEPOB HA MOBEPXHOCTH
kpucrayua. Pasmep u popma kpucramios maranernta [125],
omnpeneNnsAoIie MarHUTHBIE CBOMCTBAa OaKkTepuil, KOH-
TponupyroTcs Oenkamu cemeiictea Mms. K HuM oTHO-
carcss Mms5, Mms6, Mms7 (MamD) u Mms13 (MamC),
KOTOpBIE JIOKAIN30BaHbI B MEMOpaHe MarHUTOCOM U Pery-
JUPYIOT pocT KpuctamuioB [79]. Ux TpancMeMOpaHHBIE
JIOMEHBI 00eCTIeUNBAIOT COPTUPOBKY 1 CAMOCOOPKY, a T'HA-
pOUIBHBIE KUCIIBIE TOMEHBI, 00OTalieHHbIe aMUHOKHC-
JIOTaMU 1 00OpallleHHbIE K IPOCBETY MarHUTOCOM, CBSI3bI-
BaIOT Jkele30. Jlenennu reHoB mms U3MEHSIOT pa3Mep
1 MOp(hOJIOTHIO, HO HE KOJIUYECTBO KPUCTAILIOB, YTO
yKa3bIBaeT Ha UX POJIb B 00pa30BaHUU KyOOOKTasqpuiec-
KHX KPHCTAIJIOB, XapaKTEPHBIX U1 MATHUTOTAKTHIECKIX
6akrepuit (MTB). Kaxnprit 6enoxk Mms cnennguyuecku
BJIMSET Ha CKOPOCTH POCTA ONPEIETIEHHBIX IpaHel KpucTai-
70B. Mms6 TakKe yqacTBYET B OpraHU3aLi MarHUTOCOM,
B3aUMOJEUCTBYs ¢ MamA ¥ Bo3A€HCTBYS Ha JTOKaIU3aLHIO
Mms5, Mms7 u Mms13 [124]. benok MmsF neo6xoaum
JUTS CO3PEBAHMS KPUCTAIIIOB, KOHTPOIUPYS UX POCT IOCIIE
JOCTHKEHUS pasMmepa okouo 25 um [117].

JInis u3ydeHus BNUSHUS OPraHMYeCKUX MaTpUIl Ha POCT
KPUCTAJIJIOB UCIIOJIB3YETCS PAJl AHATUTHIECKUX METO-
70B. CIEKTPOCKOIIMYECKHE METO/IBI in Situ (paMaHOBCKast
n UK-crniekTpockomnusi) NO3BONSIOT OTCISKUBATh MOJIEKY-
JSIpHBIE B3aMMOJICHCTBHS B PEXKHUME PEATLHOTO BPEMEHH,
TIPeAOCTaBIIs HHPOPMAIHIO 00 M3MEHEHUAX B XUMHUYEC-
KOM OKpPY>KE€HHH, MOJICKYJISIPHOI KOH(pOpMAIMK U AWHA-
Muke aacop6imu. KoMOuHanmus 5TUX METOIOB C METO-
JaMU BU3YaITU3aINH in Sit 00ECTIeYNBAET KOPPEIIAIIHIO
MOJIEKYJISIPHBIX COOBITHI ¢ MOP(OITOTUIECKIMHU H3MEHE-
HUSIMH, YTO JJaeT BCECTOPOHHEE TIOHUMAaHHE MEXaHU3MOB
pocta kpuctamios [126, 127]. MUKpoCKOTIHS BBICOKOTO
paspereHus (HapuMep aTOMHO-CHIIOBAst M CKAHUPYIOIIAst
3NEKTPOHHAS MUKPOCKOIUH) CITY>KUT JJIS1 BU3yaTH3alluu
ITOBEPXHOCTH KPUCTAJUIOB HAa HaHOypoBHe [128, 129],
YTO MPEJOCTABISIET BO3MOXHO HabII0IaTh JTUHAMUKY
CTYHEHYaTOr 0 PocTa, N1eEeKTh TOBEPXHOCTH U AP PEKTHI,
CBSI3aHHBIE C OPIraHNYECKIMH MaTpuaMu. MozaenpoBaHue
MOJICKYJISIPHOI JMHAMHUKH, JOMOJHEHHOE KCIIEPUMEH-
TaJIbHBIMH METOJIAMH, 00€CTICUMBAET N3y4YEHNE TUHAMUKH
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MOJIEKYJISIPHBIX ITEPeCcTpoeK, TUPPy3ut0 paCTBOPSHHBIX
BEIIECTB U HBOJIOLMIO IIEHTPOB 3apoxaeHus [130, 131].
CIieKTpOCKOIHUs ¢ BpEMEHHBIM pa3pelieHueM (HaCOCHO-
30HJ0Bas WU (IIyOpECLeHTHAas CIEKTPOCKOINS) TaeT
BO3MOXHOCTH OTCJIC)KHBATh N3MEHEHHS KOH(OpMaun
MOJIEKYJI, CBSI3bIBAHNE PACTBOPEHHBIX BEIECTB U CTPYK-
TypHble nepecTpoiiku [132, 133]. SIMP-cniekTpockomwst
BBICOKOTO Pa3pemIeHus MPeaoCTaBisieT HHpopMamuo
0 CTPYKTYPHBIX U IMHAMHUYECKHX CBOMCTBAaX OpraHu4ec-
KHX MaTpHIl, OJ1arofaps 4eMy HJICHTHUITIPYIOTCS MOJIe-
KyJISIpHbIE MOTHBBI, KOH()OPMAIIMOHHAs JUHAMUKA  MEX-
MOJICKYJISIpHBIE B3aUMOACHCTBHS. AHAIN3 XUMHYECKUX
CABUTOB U KOHCTAHT CBA3H B CIICKTpax AACPHOro mar-
HUTHOTO PE30HaHCa JacT MH()OPMAINIO O MEXaHN3MaX
3apoxaeHus MoJiekyl [134]. 3a cueT peHTreHOCTPYKTYp-
HOTO aHaJi3a MOXKHO OIPEJEIUTh aTOMHYIO CTPYKTYpPY
KPHCTAJIJIOB, BBISIBIIAS BJINSHHE OPTaHMYCCKUX MaTpPUI]
Ha YIIaKOBKY, MEXMOJIEKYJISIpHBIE PACCTOSIHUS U pac-
MOJIO’KEHUE PACTBOPEHHBIX BEILIECTB B KPUCTAILIIMYEC-
Kol pemetke. Coueranne nuppaknuy peHTTEHOBCKHUX
Jy4eil ¢ IpyrMMHu METOJaMH HCCIIeIOBaHMs o0ecreyn-
BaeT BCECTOPOHHEE MOHUMAaHHE MOJIEKYJISIPHBIX TIpOIeC-
COB, MPOUCXOIAITUX BO Bpems Hykieannu [130, 135].
BrruncnuTenbHbIE METO/IBI, TAKHE KaK MOJICKYJISIpHAS
JUHAMKKa, TPUMEHUMBI JUISl U3yYeHUs] OMOMHHEpalin3a-
IIMM Ha aTOMapHOM ypoBHe. OJJHaKO TOYHOE MOJEIUPO-
BaHUE POJIH BOJBI B 3apOXKICHUH, 0COOCHHO ISl 3apsHKEH-
HBIX YaCTHII, 3aTPyAHEHO U3-3a CJIOXHOCTH y4eTa BOJO-
POIHBIX CBsI3€H U NEPErpyNIUPOBKU T'HAPOKCUIBHBIX
rpymn ¢ocdaTt-noHoB. Meton ab initio MD, ocHOBaH-
HBII1 Ha TeOpuH (HYHKIMOHANA INIOTHOCTH, 00ECIEYHBaCT
OoJiee TOUHOE ONMCAaHUE XUMHUYECKUX PEaKLIUii, BKIHOYast
paspyIeHie 1 00pa3oBaHHUE CBSI3€H, HO OH OIpaHHUYCH
BBICOKMMH BBIYHCIIUTEILHBIMU 3aTpaTaMu. Me>kaTOMHbIE
MOTEHLUAIBI MAITMHHOTO 00Y4YeHHsI — MHOT000eIato-
MU TTOAXO0/I, COYETAIOMNH BRIYUCIUTENBHYIO 3 heKTrB-
HOCTP KJIACCHYECKOH MOJIEKYJISIPHON TMHAMHUKH C TOYHO-
CThIO, IPUOITIKALOIIIEHCS K MeTony ab initio MD, oTkpbIBas
HOBBIE BO3MOKHOCTH /7SI MOJICTUPOBAHHS CJIOKHBIX IIPO-
neccoB OnomuHepamm3anuu [136].

Wzyuenne npouiecca 3aposkaACHUS in Siti B YCIOBHUIX
peaKkIuu ABIAETCA CIOXKHOU 3a1aueil. [[pumenenue mero-
JIOB OTIpEIETICHNS XapaKTePHCTHK in Siti, KOTOpbIE obectie-
YMBAIOT HAOJIIO/ICHUE 32 IPOLIECCOM 3apOXKICHHS B PEIKUME
PE€AJIBLHOr0 BpEMCHH, MOKET NPEAOCTABUTH BAXXKHYIO UH-
¢dopmaryro. Pa3surie MeTo10B CIIEKTPOCKONINH U BU3ya-
JIU3alNY in Sify OTKPOET HOBBIE BO3MOXHOCTH JJIsl TOHHU-
MaHUs MPOLUECCOB 3apOKACHUA B CJIOKHBIX CUCTEMAX.
Ilepexon OT M3ydeHHs CTaTHYECKUX CTPYKTYp K H3yde-
HUIO AUHAMHKH 3aPOXKIACHUS CUUTACTCS aKTyaJIbHBIM
HampaBJICHUCM. MeTOZ[I)I C BBICOKMM BPEMCHHLIM pas-
pelIeHneM, TaKhe KaK CBEpXObICTpast CIIEKTPOCKOMHS
Y PEHTTEHOBCKas KpUCTAJUIOrpadus ¢ BpeMEHHBIM paspe-
MMEHUEM, IMMO3BOJIAT BbIABUTH JUHAMUYCCKYIO IIPUPOAY
HyKJI€aly, KOHTPOJIUPYEMON OPraHUYECKON MaTpULIEH.

IIpumeHeHue 6MOMHMHEPATU3ALUHN B IPOMBIILIEH-
HOCTH. MarHuTOCOMBI M OMOMUHEPAIIbI, CHHTE3UPYEMBIC
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MarHUTOTaKTHYECKUMHU OaKTEPUSIMH, 00JIaal0T PSIIOM
MPEUMYIIECTB Tepe] XUMUIECKH CHHTE3NPOBAaHHBIMA
HaHOYaCTUIIAMH OKCHJIa XKeJle3a, TAKUMH KaK [IPOCTOTa AUC-
neprupoBanus U GyHKIMOHaNM3anuu. B 6Gnomenunua-
CKOW ITPOMBIIIEHHOCTH MarHUTOCOMBI M HAHOYaCTHIIbI
MarHeTHUTa UCIOJb3YIOTCS B KaUeCTBE KOHTPACTHBIX
BEIECTB IIPH MarHUTHO-PE30HAHCHOW ToMoTpaduu,
JUTS THTIEPTEPMHUYECKON Tepaluu OIyXoJeH, TapreTHOH
JIOCTaBKH JICKapCTB, a TaKKe JIsl OOHApY>KSHHSI IHTEPO-
TOKCHHOB B YIIaKOBAaHHBIX MUIICBBIX IMPOJAYKTAX, aHTU-
TeHOB IIPM AMAarHOCTHKE TenaTtuta B n B GmoceHcopax
JUTSL IETCKOM INarHOCTHKH B MECTaX OKa3aHHsI MEJUIINH-
ckoit momontu [137—-144]. HenaBaue cooOmieHust yKa3bi-
BafOT Ha MEPCHEKTUBHOCTH MIPUMEHECHHSI HAHOYACTHI]
MarHeTuTa B MHTEJUIEKTYaJIbHOM IOCTaBKE JIEKAPCTB,
J1a00paTOpHON MTUArHOCTHKE Ha YWIle, MAarHUTHON Ono-
paszenke U TapreTHou Tepanuu paka [145, 146]. Kpome
TOTO, NX MCIIOJIB3YIOT JUIS yAAIEHUS TSDKEIIBIX METAIIIOB
U3 CTOYHBIX BOJI, T€HEPAllMH JIEKTPOIHEPTUH 32 CYET
JIEKTPOMArHUTHON MHAYKIMH ¥ UMMOOMIH3anuu ¢ep-
MEHTOB J[JIs1 OOJIETYeHHsI OYUCTKHU OT (hochopopraHu-
yeckux coenuHeHui [146—148]. J. Shen et al. B ucce-
noBanuM [149] mokazanu, 4TO MarHUTOTAKTHIECKHUE
OaKTepHn TakKe pacCMaTPUBAIOTCS B KAYECTBE MOJECIb-
HBIX OPraHU3MOB B aCTPOOHOJIOTUUECKNX UCCIIEA0BAHUSX,
T. K. OHU 00JaIaf0T BBICOKOH YCTOMYMBOCTBIO K paana-
IIU1, UCCYIIEHUIO, THIIOMAarHUTHOM 1 60TaToi MeTanamMmu
cperie, a TakXKe K YCIOBHSIM MUKpOTpaBUTaliy. MuHepabl,
KOTOPBIC MMOJYUYCHBI C YHaCTUEM MUKPOOPTaHU3MOB, Ha-
npuMep KapOOHAT KajbIUsl, aKTUBHO HCIIOJIB3YIOTCA
HE TOJILKO B 00JIaCTH METUIMHEL, HO U B WH)XEHEPHOH
9KOJIOTHHU — JJIsl CTA0MIIM3aLMH TT0YB B CEIILCKOM XO3sIi-
cTBe B Menmopanuu [150-155].

B nmocnenHne roasl B Ka4ecTBE MEPCIIEKTUBHOTO
METOJA 3aIIUTHl U BOCCTAHOBJICHUS Pa3pyLIEHHBIX CTPO-
UTEIbHBIX KOHCTPYKIHMH U MaTEPHAIOB IPEII0KEHA
MHUKPOOHOJIOTHYECKas BHEKJIETOUYHAss OMOMHHEpanu3a-
st KapOoHaToreHHbie OakTepHu, CioCOOHBIC OHOMUHE-
panu30BaTh KapOOHAT KAJbIHS, HCHIONIB3YIOTCS AJISI COXpa-
HEHUS U pecTaBpanny 00bEKTOB KYJIbTYPHOTO HACIIEIHS.
Pa3pabaTsiBatoTcst pa3inyHble TEXHOJIOTHH, OCHOBaH-
HbIE Ha HCIOJIb30BAHUU MaKPOMOJIEKYI KapOOHATOI€H-
HBIX MHKPOOPTaHU3MOB U CTUMYJISIINN OMOMHHEpAIH-
3allil MUKPOOUOTBHI, HACENSIONIel KaMeHb, C IIOMOILBIO
MUTATEIBHBIX PacTBOPoB [156—161]. Bo Bcex aTHuX cTpa-
TETHSIX MHUKPOOHO-OIIOCpEIOBaHHAsT OMOMUHEpaIn3a-
IS SIBIISIETCSL KITFOUEBBIM (haKTOPOM YKPEIUIEHHS U BOC-
CTAaHOBJICHUA PAa3pyICHHBIX CTPOUTECIBHBIX MaTepua-
J10B. HecMOTps Ha BBICOKMI KOMMEPUYECKHUM MOTEHIIMAT
MHUKPOOHBIX OMOMHHEPAIOB, UX IPOMBIIIJIEHHOE IIPOU3-
BOJICTBO U IIMPOKOC MPUMEHCHNUE OTPaHUYCHBI HEIOCTA-
TOYHBIM ITOHUMAaHUEM MEXaHHU3MOB X ()OPMUPOBAHUS
¥ OTCYTCTBHEM d(P(HEKTUBHBIX ITOJXOIO0B K HX pa3paboTKe.
[TosTOMY eTanbHOE U BCECTOPOHHEE N3YyUEHHE MOJIEKY-
JIIPHBIX MEXaHW3MOB MUKPOOHOH OHOMUHEpaTN3alnH
SIBIISIETCS] HEOOXOIMMBIM yCIIOBHEM JUIS pa3paboTku Ono-
TEXHOJIOTHYeCKUX MmpuioxeHui [158—-163].
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BriBOABI

B crathe npezacTaBineH 0630p COBpeMEHHBIX 3HAHUN
0 MeXaHW3Max OMOMHIHEpaIn3alnuy — IpoIiecca, Urparo-
IIETr0 BXKHYIO POJIb B (JOPMHPOBAHUH KaK I'€OJOTHYECKIX
OTJIOKEHUH, TaK ¥ OMOJIOTMYECKUX CTPYKTyp. buomune-
panu3amus moapasaessieTcss Ha JBa OCHOBHBIX THIIA
IO MECTY OTIIOKCHHS MUHEPAIBHBIX (ha3 (BHEKIICTOTHAS
U BHYTPUKJIETOYHAs), @ TAK)KE Ha J[Ba TUIA IO CTENECHU
y9acTHs )XUBBIX OpPTaHU3MOB (OHOJIOTHYECKH KOHTPO-
mupyemasi 1 OnoJioTu4eckn MHAyIupoBanHas). Ocodoe
BHHUMaHHE YJENSETCS] POJIH OEIKOBBIX MOJIEKYJ B OHO-
MUHEpaIN3alii, OCYIECTBIIEMON MUKPOOPTaHU3MaMH.

YcTaHOBIIGHO, YTO OCIKH BBIIOTHSIOT CIIEIYIONIHE
KJIIOYeBble (YHKIIMH B TIpOIlecce MUHEPaIH3alUu:

1. TlepeHoc >nekTpoHOB. BHEKIeTOUHBIE OeTTKH, HAITPH-
Mep (hIIaBOMPOTEHHEI, IEPEHOCIT SIEKTPOHBI C ATO-
I1a3MaTHYeCKUX MEMOpPaH Ha BHEKJIETOUHbIE METaJlIbL.
OTOT MEXaHU3M II03BOJISIET MHKPOOPTaHU3MAaM HCIIONb-
30BaTh METAJLIHI B KAYECTBE KOHEYHBIX aKIIEMTOPOB AIICK-
TPOHOB B ITPOLIECCE ABIXaHMS, UTO SIBIISIETCS HEOOXOIMMBIM
YCIIOBHEM UX BBDKUBaHHA B O60TaTON MeTaylIaMH Cpefe.

2. Kontpons obpa3zoBanust MuHepanoB. bakrepuais-
HBIE OEJIKK MOTYT CITY>)KUTh MaTPULIAMU IS 3aPOXKACHUS
1 pocTa MUHEPAIbHBIX KPUCTAIUIIOB, BIHS HA UX MOp(O-
JIOTHIO, pa3Mep B MOTMMOP(PHYI0 MOAU(DUKAITHIO.

3. 3ammTa MUHEpaJNbHBIX YacTull. bakrepuanbHbie
6enku criocoOHBI POPMHUPOBATH 3AIMUTHBIN CIION HA TIOBEPX-
HOCTH MHHEPAIFHBIX YaCTHII, IPEIOTBpAIIasi UX pas3py-
LIEHUE.

TakuM 00pa3oM, KIHOUYEBBIM (PaKTOPOM B OMOMHUHE-
panm3anui BBHICTYIIAIOT BHEKJIETOYHBIE OeIKH, obectie-
YUBAIOIINE MUKPOOPraHU3MaM BO3MOXKHOCTb KOHTPO-
JIMpOBaTh GOPMUPOBAHUE MUHEPAIBHBIX CTPYKTYP U HC-
TTOJTE30BaTh METAILTHI B KAYECTBE HCTOYHHUKOB YHEPTHH.
JanbHelinue uccieloBaHUsS MEXaHU3MOB, JEXKaIIUX
B OCHOBE 3TOTr'0 TIpOIecca, MOTYT NPUBECTH K pa3padoTKe
HOBBIX OMOTEXHOJIOTHH W MAaTEPHAJIOB C YHUKAIbHBIMH
CBOMCTBAMH.

Kpurepuun aBropcrsa
ABTOpBI B pPaBHOI! CTENIEHH Y4aCTBOBAIH B IOJrOTOBKE
M HAITMCaHHH CTaTbH.

Konduunkr narepecon

ABTOpI:-I 3asIBIISIIOT 00 OTCYTCTBUM MOTCHIUAJIbHBIX
KOH(JIMKTOB MHTEPECOB B OTHOLICHUH HCCIICOBAHNUS,
aBTOPCTBA ¥ / WJIH IyOJIMKAaK JaHHOM CTaThH.
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