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ABneHue MopdoreHesa paHee UCCIEI0BATIOCh MPEUMYILIECTBEHHO Ha 9YKapuoTaX, y KOTOPBIX OH MpUoOpes
pa3BUTHIC U yCTOMYMBBIE (popMBl. [10 3TOI MpHUUMHE BOZBHUKHOBEHME U CTAaHOBJIEHNE (hOpMOOOpa30BaHUSI
y 9YKapUOT SIBJISIIOTCSI 00J1aCThIO PeKOHCTPYKIIMU. PaccMaTpuBaeMble HAMU COOOILLIECTBA MPOKAPUOT (HUTYA-
TBIX LIMAHOOAKTEPUIi) IIO3BOJISTIOT HEOCPEACTBEHHO HAOII0MaTh HayaJIbHbIE TaIlbl CTAHOBICHMS (OPMOOO-
pasoBanus. [1py BBICOKOI CKOpOCTH TTpeoOpa3zoBaHust (hopMbl COOOIIIECTBA COBPEMEHHBIX LIMAHOOAKTEPUiA
OHM TTyTEM MePerpynnMpoOBKY HUTEH 00pa3yloT CIeMaIM3UPOBAaHHYIO CUCTEMY YIIpaBIeHUs MOpdoreHe-
30M B BUJIC MOJIMTOHAILHOM CETH C sTueiikaMy MUJUTMMETPOBOI pa3MepHocTU. KoopanruHrupoBaHHOE MoBe-
IeHUe HUTel 1IMaHOoOaKTepuii 06ecIIieYnBaeTCsl, B YaCTHOCTH, KOHTAKTHBIMU B3aUMOIEHCTBUSIMU U CJTOXK-
HOi1 3jeKTpuYecKoil KoMMyHuKalmeil. OnucaHHbI paHee Yy MCKOMaeMbIX LIMaHOOAKTepUAIbHBIX CO00-
IIIECTB — CTPOMATOJIMTOB — MUKPOpPEIbed MOBEPXHOCTH, BOBMOXKHO, SIBJISIETCS TIPOSIBJICHUEM aHAJTOTUYHOM

CHUCTEMBI.
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JnmutenbHOE BpeMsI COOOIIECTBO HUTYATBIX IIM-
aHOOaKTepuil paccMaTpUBaIOCh KaK MoceleHue NH-
IUBUIYAJbHBIX MUKPOCKOIIMYECKMX OPraHM3MOB,
¢dopMa KOTOPOTO MOJTHOCTHIO OIIPEALISIeTCS YCIOBU-
amu cpenbl. Cpenu TIpUYMH MOPGOJIOTUYECKOM
YCTOMYMBOCTH MCKOMNAeMbIX COOOIIECTB IIMaHOOaK-
TepUii — CTPOMATOJIMTOB — pacCMaTPUBAIUCh ITPE00-
Jlamaiolie B BOJOeMax, TI¢ OHU OOUTAIU, TCUCHMUS
(Walter, 1976; Krumbein, 1983), MHTEeHCHUBHOCTh
ocsenieHus ([letpos, 1996), BiusitHME conepskaHUS
Kucaopoaa Ha MopdoreHes (Sim et al., 2012). OnHako
nccnenopatensimu (Enenxkun, 1938; I'oproHona, 1955;
Komap u 1p., 1965; Bnacos, 1970; Ilerpos, 2002) omnu-
CaH psi SBJICHMI, YKa3bIBAIOIIMX HAa BO3MOXKHOCTh
KOOpIMHAIIMY BUAa, HAIIPaBICHUS U CKOPOCTHU IIPO-
1ieccoB MopdoreHe3a y HUTUATBHIX LIMaHOOAKTEpHUit

Ha MaKpOCKOIIMY€CKOM YPOBHE, T.C. B COO6H_[CCTB€1.
):[aHHaH CTaThsl TMOCBIIIEHA UMEHHO MOBEACHUYECKON

! CoobimecTBo — B 3HaYeHUH: MOCETEHNE IMaHoOaKTepuii 6e3
onpeaeeHUs ero YpoBHS LIEJIOCTHOCTU. TepMUHBI “coo0biie-
CTBO” U “TIJIEHKA” MCTOJIb3YIOTCSI KAK CHHOHUMBI.

COCTaBJISTIONIEHT TIpolleccoB MopdoreHe3a B coobIIIe-
CTBax COBPEMEHHBIX M ICKOTIaeMbIX ITMaHOOAKTE PHIA.

31ech BaXXHO OTMETUTh, UTO OTAEIbHBIC KJIETKU
1IMaHOOAaKTEePUil, MHOTOKJIETOYHbIE HUTU U UX COO0-
IIIECTBA SIBJISTIOTCSI CTPYKTYpPaMU pa3IMIHbIX YPOBHEI
opraHmu3anuu, MopdoreHe3 KOTOPBIX MAST Ha Oase
pa3HBIX CIOCOOOB CTPYKTYPHO-(YHKIMOHATBHOIO
00BbeAMHEHNST BXOOAIINX B HUX 3JIeMeHTOB. Kak o1-
MeuaroT Ypcen ¢ coaBropamu (Ursell et al., 2013),
KCCJIeOBaBIlIEe OMHOKJICTOUHYIO IIMaHOOAKTEPUIO
Synechocystis sp. PCC 6803, moBefgeHe cOO0IIECTB
FeHOTUINYECKU MASHTUYHBIX KJIETOK HE MOXET OBbITh
MpeacKa3aHo Ha OCHOBE MOBENEHUS OTASIbHBIX KJle-
TOK, TaK KaK BO MHOTUX CJIy4asiX CAUTAETCsI, YTO MPSI-
Masi CBSI3b MEXIY KJIETKAMU UTPaET pelIalolyo pojib
Mpu Tiepexoae OT WHAWBUAYaJTbHOIO MOBEICHMS K
MOBeJAeHUIO coobiecTBa. [IpegMeToM HaIIEero uc-
clIeOBaHUs SIBJIsLIaCh MakKpocKoImyeckass Mopdo-
JIOTUSI 1IMaHOOAKTEPUATBLHOTO COOOIIECTBA JIEIIM-
METPOBOro MacITaba ¥ MyTU ee BOSHUKHOBEHUS.

IMpakTiaecKyio 3HAYMMOCTh BOIIPOC 00 YCTOMYM-
BOCTH MOP(MOTHUITOB CTPOMATOJIMTOB 1 UX BOJTIOIINH
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MIpUOOpeIT B paMKax TeOJIOTMIECKUX MCCICIOBAaHUA,
MMEBIINX 3a7a4y OIpeaesieHusT OTHOCUTEJIBHOTO BO3-
pacTa mokeMbGpuiickux (6osee 600 MITH JIeT Ha3am) Kap-
OGOHATHBIX TTOPOJ B CBSI3M C OTCYTCTBUEM B HUX MaK-
POCKOTIMYECKMX CKEJIETHBIX OCTATKOB. EMMHCTBEH-
HbIMU MCKOIIAa€MbIMU, KOTOpbI€ MOIJIU OBbITh
WCITOJIb30BAHBI B 3TUX IIEJISX, SBISUIMCH CTPOMATO-
JIUTBI — MOP@POJIOTUIECKN 0popMIeHHbIE MUHEpa-
JIM30BaHHBIC OEHTOCHBIE MJIEHKU LIMaHOOAKTepUid.

Crpaturpaduueckre ucclieloBaHUS ToKa3aiu,
YTO WM3MEHEHUE CTPOMATOJMTOB Ha TMPOTIKEHUU
TpeX MWUIMAPIOB JIET MOAYMHSIETCS TEM Xe 3aKOHO-
MEPHOCTSIM, YTO U U3MEHEHUS CKEJIETHBIX OpraHu3-
MOB B 0oJiee Mmo3aHee reojornyeckoe BpemMs. K atum
3aKOHOMEPHOCTSIM OTHOCSITCSI HAIIpaBJIEHHOCTb, He-
00paTUMOCTb U MPUCIIOCOOUTENIbHOE 3HAYEHUE W3-
MEHEHU1, YCTOMUYMBOCTbh KOMILIEKCOB TaKCOHOMMU-
YeCKUX MPU3HAKOB U UX TUCKPETHOCTD, 4 TAKXKE CUH-
XPOHHOCTh CMEHBI TaKCOHOB CTPOMAaTOJMTOB B
reoJIOTMYECKOM BPEMEHM Ha OOJIBIINX TEPPUTOPUSIX
(Kpsbinos, 1975). Bece niepeunciieHHOE — YEPThl 9BO-
JIFOLIMM 1LIeJIOCTHBIX OpraHu3MoB. C OIHOI1 CTOPOHHI,
5TO HaBOJWJIO Ha MBICJIb O MPUMEHUMOCTHU K CTpOMa-
TOJIUTAM MOJIOXEHMs, BhickazaHHoro B.B. MeHHe-
poM (1962), 0 BOBMOXHOCTH MCITOJIb30BaHUST O0BEK-
Ta B OMocTpaturpaduu ToJbKO B TOM cllydyae, eciu
ero CTpOeHHUe oIlpenelisieTcsl BIUsHUEM (haKTOPOB
cpellbl B COYETaHUU C HACJIEACTBEHHOCThIO, (DUKCU-
pylollieid 3TO BAUSIHUE U OJHOBPEMEHHO 00ecrevn-
Ballleil HeoOpaTUMyl0 CMEHY MOP(POJIOTMYECKOIo
o6uka. C apyroii CTOpoHbI, U3MeHeH1e (hOPMBbI Kak
HMCKOIaeMbIX, TAK U COBPEMEHHBIX COOOIIECTB LM~
aHOOAKTepuil MOKa3bIBaeT, YTO UX pa3BUTUE HA Ma-
JIBIX TIPOMEXKYTKaX BpEMEHU He SIBJIsIeTCS HeoOpaTu-
MbIM, YTO OTJIMYAET UX OT UHAUBUIYAJILHOTO pa3Bu-
THSI MHOTOKJIETOUHBIX 3YKApHOT.

ABTODBI TIPEATONATraloT, YTO TAKOE COOTHOIIIEHUE
CXOACTB U Pa3IMIUii CBSI3aHO C BOBHUKHOBEHUEM 3K~
BU(UHATBHOCTA HA IIO3OHUX CTAaAWSIX DSBOJIOLUN
oHTOoreHesa. Hwutyathle 1maHoOakTepuu ke, Kak
rpymiIia rmapajuiejibHas 1 BO MHOTOM aJIbTepHAaTUBHAS
MHOTOKJIeTOUHbIM 3ykKapuotaM (I'yceB, I'oxiepHep,
1980), HaxonsATCS Ha CTaIMU 3BOJIIOLIMOHHOIO Mepe-
Xo/a OT NONYJISIHUU K OpraHu3My, a IIPOLIECChl MOP-
¢oreHesa mx COOOIIECTB — Ha CTaaMU IIepexoaa OT
IPYIIIOBOTO MOBEIeHUSI K OHTOTeHEe3y UHAWBUIYab-
HOTO ILIeJIOCTHOTO opraHu3ma. IlomoOHbIe SBICHUS
111 ayKapuot paccMmaTtpuai B.S1. Bponckuii (2009).
Bo3MmoxxHO, BhIpabOTKa YCTOMYMBEIX ITyTeil MOpdo-
reHe3a B BUE MOBEACHMS OPraHU3MOB IPEIbIIYIITINX
HepapXUIeCKIX YPOBHEN SIBISIETCS YHUBEPCAJIbHBIM
MeXaHU3MOM, (hpaKTaJIbHO PACIIPOCTPAHSIIOIINMCS B
sBoronnu xkusoro (Cymun, Cymuna, 2017).

Takum oOpazoM, MoporeHe3 B COOOIIECTBE HUT-
YaThIX IIMAHOOAKTEpWii MO3BOJISIET HAOMIOHATh Ha-
YaJIbHbIE CTAaIWU CTAHOBJICHUS MPOLIECCOB OHTOTIE-
He3a, KOTOpble MHOTOKJIETOYHbIE 3YKapUOTHl YXe
MPOILIN, U YACTUYHBIM BO3BpAT K HUM MPOUCXOAUT
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CYMMWHA nu np.

TOJIBKO TIPU HEOOXOOMMOCTH OCYIIECTBIICHUSI M-
OpMOHAJIBHBIX PETYJISIIIUIA.

st BBISICHEHMSI MEXaHM3MOB KOOpPIWHALIUU
Mop¢OTreHeTUIECKOIl aKTUBHOCTH aBTOpPaMU SKCITe-
PUMEHTAILHO OBLIN U3y4YeHBI TNICHKU COBPEMEHHBIX
HUTYATBHIX IUAHOOAKTEPUI U C TOYKU 3PEHUS TTOJTy-
YEeHHBIX Pe3y/JbTaTOB IIPOAaHAJIM3UPOBAHEI JIMTEpa-
TypHBbIE€ JAHHbBIE IO UCKOTIAeMBIM CTPOMATOJIMTAM U3
rpynmsl Thyssagetaceae Vlasov (Bnacos, 1977).

Helcomopble 3amedarnus K ucmopuu eonpoca

B HacTosIuii MOMEHT MpEeaNnoJioXeHUe, 4TO
CTPOMATOJIUTHI SIBJISIIOTCSI PE3YJILTaTOM XKU3HEIes -
TEJIBHOCTU COOOIIEeCTBAa HUTYATHIX IUAHOOAKTEPUIA
MIpU y4acCTUHU IIPOLIECCOB OCAIKOHAKOIUICHUS, TIPU-
HSITO OOJIBLLIMHCTBOM HcciaengoBaTesieil. OgHako eau-
HoOOyllMe 3TUM U orpaHnduBaercsi. CyliecTBYIOIIe
pa3HoIIacHsl KacaroTcsl MHTEePIpeTallui BCEX OCTab-
HBIX aCIIEKTOB M3yYEeHMSI CTPOMATOIMTOB KaK MCKOITa-
€MBIX OCTAaTKOB, YTO IIOATBEPKAAETCS, HAIIpUMeEp, Ta-
KUM TIPUHLUIUAIBGHO Pa3HbIM MTOHMMaHUEM CTpOMa-
TOJIUTOB KaK ITOPOAbI MJIX KaK 1IEJIOCTHOIO OpraHu3Ma
(Komap u ap., 1965; Cymuna, 2002; bypaun, 2003). On-
HUM U3 MyTeid pa3peleHns] 3TUX KOMUBIINXCS B TeUe-
HYE JJINTEILHOTO BPpeMEHH IPOTUBOPEYMIA cTajia I10-
MBITKA MCIIOJb30BAaHUSI KYJIBTYPBI COBPEMEHHBIX
HUTYATBhIX 1IMAaHOOAKTepUil IJIs MOJIEIUPOBAHUS
aHaJIOTOB MCKOIIaeMbIX cTpoMaToyiuToB. OHa ObLIa
MpeapUHATa COTPYOHUKAMM ABYX aKaIeMHUeCKUX
uHCTUTYTOB: MHCcTUTYTa MUKpoOuosorun PAH (na-
OopaTopusi peIUKTOBBIX MUKPOOHBIX COOOILECTB) U
I'eonornueckoro wmHctutyta PAH (11abdopaTopust
BEPXHETO TOKEMOpPUSI).

B pesynprate wuccienoBaHWii OBIJTIO ITOIYYEHO
MHOTI'0O HOBBIX JAHHBIX 110 OMOJIOTUY LIMaHOOAKTe pUii
1 [UaHOOAKTepHaJIbHBIX coodiecTB (OpeaHCKMIA,
I'epacumenxko, 1982; I'epacumenko u ap., 1989; I'e-
pacuMmeHko, 3aBap3uH, 1993; I'epacumeHko, Opie-
aHckuii, 2004), omHaKO Ha OIWH U3 BaXKHEHIIIMX BO-
IIPOCOB — O IPUYMHAX YCTOMYMBOCTA MOP(MOTUIIOB
CTPOMATOJIUTOB — 3TU MCCJAEAOBaHUSI OTBETa He Ja-
J1. BO3HUKIIINMIT METOTOIOIrMYECKUIA ITapagoKC IIpy-
BeJI K TOMY, YTO B JajIbHEIIIIeM BHUMAaH1E ObLIO CO-
CPeIOTOYEHO Ha 3KCIIepUMEHTAIbHOM HaOMI0AeHUN
HaJ COOOILIECTBOM ILIMAaHOOAKTepUIl KaK TaKOBBIM,
T.€. 03 IOIBITOK NCHOJIb30BaTh €ro KaK MOJAEILHBIN
OOBEKT JIJIS TOTyYEeHUS KaKMX-JIN0O aHAJIOIrOB UCKO-
IMaeMbIX CTPOMATOJIMTOB U MOCTPOSHUS 3aKIIOUCHUIA
Ha OCHOBE MOJIyYeHHBIX 00pa31ioB. st coobiecTBa
MaHoOaKkTepuii heHOMEeHOJOrMYeCcKr ObLIIO ONuca-
HO pa3HooOpa3ue CTPYKTYpP, BBISIBJICHBI 3Tamlbl UX
CTAaHOBJICHUS I KOPPEJISITUBHBIE CBI3U MEXIY HUMU,
YTO TTO3BOJIMJIO paCCMATPUBATh 3TU SIBJICHUS B COO0-
mecTBe Kak audGepeHIMPOBKY OpPraHM3MEHHOIO
IUIaHA, MMEIOIIYIO Pa3MEPHOCTh BIUIOTH OO JEIIMMET-
poBoii. Takoii craryc coolIecTBa ObIJT 00OCHOBAH U
BBISIBJIEHHOI CITOCOOHOCTBIO COOOIIIeCTBa K HAIIpaB-
JICHHOMY M3MEHEHMIO CBOEI (pOPMBI U MOJIOXKEHUS B
Ne 6

TOM 81 2020



KOOPIUHALIMS MOP®OTEHETUYECKOM AKTUBHOCTHMU...

npoctpaHcTBe. OT MHOTOKJIETOYHBIX 3YKapuoOT, Ha
U3YYEHUN KOTOPBIX OCHOBAHO OOJIBIIMHCTBO Mpe-
CTaBJIeHUII 00 opraHu3Max, COOOIIEeCTBO IMaHOOAK-
Tepuil MPUHUIMUIIAAIBHO OTIMYACTCSI OTCYTCTBUEM
9KBUGPUHATBHBIX MOP(OTeHE30B. Y ONMCaHHON pa-
Hee MHOTMMU aBTOpPaMU CTPYKTYpPHI, KOTOPYIO MBI
Ha3bIBaeM “TIOUTOHAIBHAS CeTh”, ObllIa OOHApYyKe-
Ha MexaHudeckast (PyHKIUSI, MMO3BOJISIONIAs CO00-
IIECTBY HAIIPaBJICHHO U3MEHSTh CBOIO popmy. I1po-
BeICHHOE paHee OMHUM M3 aBTOPOB M3yUYeHHE CO00-
I1IeCTBa METOAAMU BJIEKTPO(MU3UOJIOTUY TT0Ka3ajIo 1
€ro 3JeKTpUIecKyto 1esocTHocTb (I'peyeHko, 2012).

IMonyyuB 3TH gaHHBIE, MBI BHOBb OOpaTWINCH K
crpoMaToiuTaM. B OoJbllioM apceHajle paboT IIo
pPa3IMYHBIM acIlleKTaM 3TUX MCKOIIa€MbIX OCTaTKOB
0co00e MECTO 3aHUMAIOT pabOTHI II0 MUKPOCKYJIbIT-
Type CTPOMAaTOJIMTOBBIX c1oeB. Hanborbiliee BHUMA-
Hue aTomy yaeiisut @.51. Binacos (1970, 1977), koTopbrit
MOIPOOHO OIMKCa MUKPOCKYJIBITYPY CJIOEB CTPOMATO-
JINTOB BhIIEJICHHOTO UM ceM. Thyssagetaceae 1 ee poJib
B MopdoreHe3e roctpoek. OmnpeaensomuM PakTo-
POM BO3HMKHOBEHUSI MUKPOCKYJIBIOTYPHI, a BCIE 3a
Hell 1 MakpocTpyKTyphl, o ®.51. BiacoBy, Mmoxer
OBITH TOJBKO I GEepeHIINPOBAHHOE TTO3UIIMOHNPO-
BaHHOE OMOTeHHOE BhIAc/NIeHne KapooHara. CriemoBa-
TEJIbHO, CTPYKTypa ITOBEPXHOCTU CTPOMATOIMTOBOIO
CJIOSI M €€ UIBMEHEHMST IPY HapacTaHUU ITOCTPOMKU 3a-
JIafOTCs eAUHOM MH(GOPMALIMOHHOM CUCTEMOM, ITPOSIB-
JIEHEM KOTOPOM B PSIIE€ CIIy4YaeB SIBIISIETCS IIOJIMTO-
HaJibHas ceThb. JanHbie @.4. BiracoBbIM KOHKpETHEIE
OMOJIOrMYECKIE UHTEPIIpEeTalluM STUX SIBJICHUI, BbI-
SIBJICHHBIX MM Ha MCKOMNaeMbIX (hopMax, K coxKae-
HUIO, BBITJISIACIN HENIPaBAONOA00HO, MOCKOIbKY OH
MIPSIMO TMEPEHOCUJI 3aKOHOMEPHOCTU, U3BECTHEHIC B
TO BpeMsI IJIsSI MHOTOKJIETOUYHBIX 3YKaprOT, Ha opra-
HU3alMI0 CTPOMATOJIUTOO0pa30BaTEIsI.

IIpssmoe n mogpoOHOe HabMOAeHUE [TMaHOOAKTe-
pUAJILHOTO COOOIIECTBA ITO3BOJIMIO BBISIBUTH BBICO-
KWii ypOBEHb €ro OMOJOrMYecKOil LIETOCTHOCTH U
KOHKPETHYIO CTPYKTYPY — TTOJIMTOHAJIbHYIO CETh, KO-
Topass MOpGOPYHKIIMOHAJIbHO U OHTOI€HETUYECKU
COOTBETCTBYET MUKPOCKYJIBIITYPE CTPOMATOJIMTOBBIX
cJioeB, BolenaeHHBIX @.4. BiaacoBbIM.

T'enemuueckue mexanusmol
NO00BUIICHOCMU UAHOOAKMePULL

B Hamwmx skcnepuMeHTax Bce HaOJrogaeMble
CTPYKTYpPHI B COOOILIECTBE LIMaHOOAKTEpUil 0Opa3o-
BBIBJIMCH ITyTEM HAIPaBJIEHHOTO NBUXEHUS] HUTEH,
MO3TOMY KPaTKO PacCMOTPUM MeEXaHU3MBbI TTOJBUX-
HOCTU LIMAaHOOAKTEpUii, B TOM YUCIIE UX MOJIEKYJISIp-
Ho-TeHeTndeckue acrekTol (EpmunoBa u np., 2004).
Kak ormeuaet A.B. ITunesuy (2009), y CKOMB3SIINX
1IMaHOOAKTepUl CYILIECTBYIOT JBa THIIA IOJOXU-
TeJIbHOro (hoToTaKCHUca — KOria TPUXOM Iepuoanye-
CKM U3MEHSIET HallpaBJICeHUE CBOETO ABUKEHUS, TPU-
OKasich K MCTOYHUKY cBeta (Phormidium sp.), u
KOrza NporCcXOAUT YCTOMYMBOE NBUXKEHUE K UCTOU-
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HUKY cBeTa (Anabaena sp.). Mexanuam ¢ortorakcuca
LIMaHOOAKTEepUil He BBISICHEH, OCOOEHHO 3TO KacaeTcsl
doTopeLenTopoB, 00ECIICYNBAIOIINX MUTPALIMOHHBIN
oTBeT. Y petrHonporenHa ASR, 00Hapy>keHHOTO Y TN -
aHoOaKkTepuii, OTMEYEeHBI HEOOBIYHBLIE CBOMCTBA —
peTUHAJb IO BO3[IeiiCTBEM CBETa HE N30MEPU3YET-
cs1, a (oTOpeenTop He MPOXOAUT depe3 (OTOLIMKIT
(ITunesuy, 2009). Ckopee Bcero, ASR ucronb3yercst
B (pOTOpEryJIsIIMU MeTaboau3Ma, HallpuMep, ydacT-
ByeT B XpoMaTW4YeCcKoll amanrauuu. McciemoBaHuUs
reHoMa HUTYaToil IuaHoOGakTepuu Nostoc puncti-
Jforme mokasajnu, 4To OH KoaupyeT 15 6eJKOoB, CXO/-
HBIX ¢ OeIKaMu, HEOOXOAUMBIMMU JIJISI MOABVKHOCTH,
¢ moMoIIbio pmamMeHToB — muieit IV tuna, pacro-
JIOXXEHHBIX Ha IToJIIocax KJIeTKHU, BKItodas oeaku Pil
T, D, A, B,C, M, N, O, Q. B obecrieueH TOIBIK-
HOCTHU FTOPMOTI'OHMEB 3TOI0 BUIA 3a1€MCTBOBAHBI ITH-
ym 1V tuma (Brahamsha, Devaki, 2013; Campbell et
al., 2015).

AHanm3 TpaHCKPUITLIMM TeHOB BO BpeMs audde-
PEHILIMPOBKM TOPMOTOHMEB IOKa3aJl, YTO 3KCIIpec-
CUPYIOTCSI IISITb T€HOB, KOAMPYIOIINX KOMIIOHEHTHI
TFP, a Takxe 10Kyc hmp, conepKaiiuii TeHbl, KOIM-
pymwolue 0eJIK1, CXOOHbIEe ¢ OeJIKaMU Iepeaayu CUr-
HaJjla mpu xeMoTakcuce. KpoMe Toro, akTuBupyercs
KJIacTep T€HOB, KOTOPbIE KOAWPYIOT IIpedIiojarae-
MBI CUHTE3 IojrcaxapunoB — Jokyc Aps (Risser,
Meeks, 2013). Jlokyc Aps KogupyeT IITMKO3MWITPaHC-
depassl, TICeBIOIMMIMHBI ¥ O€JIKM, colepKaIIne mpe-
MMAIMH-TICNTUIa3HbIe JOMEHbBI, U MyTalliU B 3TUX I'e-
Hax BIWSIOT Ha IOABUKHOCTb 1 CEKPEUIO MOJIMIca-
xapuaoB. I'oMojiorn 3THMX T€HOB HOPUCYTCTBYIOT B
reHoMax BCeX HUTYATBhIX IMaHOOAKTEepUii, CEKBEHU-
POBaHHBIX Ha CETOMHSINHUI A€Hb, 1, IO-BUINMOMY,
XapaKTEePHBI TOJILKO A1 3TUX OPTaHM3MOB, YTO I103-
BOJISIET TIpeoaraTb HaJluuue y HUX O0IIero Mexa-
Hu3Mma arkeHus (Risser, Meeks, 2013). Y HUTUYaTBIX
nnaHobaxkTepuit Nostoc, Anabaena n Fisherella ineH-
tudumponaH psia 6enkoB (CCRP), koTopslie moym-
MEPU3YIOTCS B HUTEBUIHBIE CTPYKTYPHI U BHITTOJIHSIIOT
GYHKIIMM, TIOJOOHBIE (MQYHKUIMSAM IIUTOCKEIeTa
(Springstein et al., 2020). OcCHOBHOI XapaKTepUCTU-
Koil (prnaMeHTOOOpa3yIIIX OEIKOB SIBIASICTCS MX
CIIOCOOHOCTh K CaMOMNOJMMEPMU3AlMM KaK BHYTPH,
TakK 1 BHe KJeTokK. /1o reHoB, kogupyomux CCRP
B IeHOMe LIMaHOOaKTepuii, 3HAYMTEIHLHO BBIIIE Y
MHOT'OKJIETOUHBIX IIMaHOOAKTEePUii 110 CPAaBHEHUIO C
OIHOKJIETOYHBIMU, Oo0Jiee TOro, BBICOKAasl 4acToTa
CCRP siBisieTCSI OTHOI 13 XapaKTEPpUCTUK MHOTOKJIC-
TOYHBIX UaHoOakTepuit. Omican puIaMeHTooOpa-
sytommii 6e10k CCRP — Fm700, crienuduyHbIin 1is
MHOTOKJIETOUHBIX (HUTYAThIX) UAaHOOAKTEpUil, TMe-
omux muddepeHInPOBaHHbBIE MJIM BETBSIIINECS TPU-
xoMhbl (Risser, Meeks, 2013). BaxxHo, yTo nBa Oenka
CCRP — Fm7001 u All4981 — dopmupytoT duia-
MEHTHI B KJIeTKaX [IMaHOOAKTepuii pa3HOM crucTeMa-
TUYECKOUN MPUHAIJIEXKHOCTU U pa3HbIX MOP(MOTUIIOB.
HexoTopble 6e1K1 4aCTUIHO PErYIUPYIOTCS OEIKOM
SIr7083, uTo (pyHKIIMOHATBHO HAITOMWHAET POJIb aK-
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TUHOBOIO LIMTOCKeJIeTa 3yKapuoT. M3BecTHO, 4TO y
BYKApMOT KJIETOYHAs MOIBUXKHOCTb CUJIBHO 3aBUCUT
OT 6eJIKOB UTOCKeaeTa. TakumM 00pa3oM, BO3MOXKHO,
41O OeJIKM, oOpasyonine GUIaMeHThI, TAKXKe STBIISI-
IOTCS KJTI0UeBbIMU (DaKTOpaMU KJIETOYHOI MOABUK-
HOCTU U y mpokapuoT. [lmanodakTepuaibHbIe OEIKN
CCRP gacTo accomnnpyioTces ¢ ApYyrUMHI CUCTeMaMU
uutockenera (MreB, FtsZ u npyrumu CCRP, o6pa-
3yIOIIUMHI (PUIIAMEHTHI) U caliTaMM MEKKJIETOUHBIX
cBszeit (Sepl) (Springstein et al., 2020), 9T0 TO3BOJISI-
eT TIPEAIOJOXUTh, YTO 3TU CTPYKTYPhl MOTYT OBITh
(GYHKIIMOHAIBHO CBSI3aHbI B KJIETKax LIMaHoOaKTe-
puii. [IpyMedarenbHO, YTO HEKOTOPHIE M3 MACHTU-
¢unmpoBaHHbIX 0enkoB CCRP saBasioTcst BBICOKO
KOHCEPBAaTUBHBLIMU Y BCeX MOP(MOTUITOB LIMaHOOAK-
TepUii, YTO ITO3BOJISIET MPEANOJIaraTb MX 3BOJIIOLN-
OHHYI0 ApeBHOCTH (Springstein et al., 2020).

B pabote Paitnu ¢ coaBropamu (Riley et al., 2018)
MOKAa3aHO, YTO Te€Hbl, YHUKAIbHBIC IS HUTYATHIX
LIMaHOOAKTE P, BOBJICUYCHEI B PETYJISILIAIO PA3BUTUS
TOPMOTOHMEB Y HMUTYaToil 1imaHoOakTepuu Nostoc
punctiforme. AHAINU3 AEACLIMOHHBIX IITAMMOB MTOKA-
3ai1, yro HmpU u HmpV (momen STAS) ycunuBaiot
MOJBVXHOCTh M YCTOMYMBOCTh TOPMOTOHUEB.

XoTs1 y HUTYAThIX ILMAHOOAKTEPUd MEXaHU3M
CKOJIb34111Ie¥i TIOJBUXKHOCTU HE OIlpeNieSieH, Mpearo-
JlaraeTcsi, YTO OH yNpaBJsieTCsd CUCTEMOI ceKpelunun
MoJIMcaxapuaoB, U3BECTHOM KaK KOMILIEKC COEIu-
aHuteabHbIX IOp (JPC) (Khayatan et al., 2015). JPC
MpeICTaBIsIET CO00I MOIN(PUIIMPOBAHHYIO CTPYKTY-
py nuneit IV Tuna, yacTUYHO KOOAUPYEMYIO TeHaMU B
JIoKyce hps. ViccaegoBaHue sKcIpeccuu Aps n pil te-
HOB y N. punctiforme mokaszajao, YTO MHAKTUBAIIUS
OOJIBIIIMHCTBA T€HOB Aps W pil yCcTpaHsIET MOABUK-
HOCTb M OTMEHSIET WJIM PE3KO CHUXKAET CEKpelrio
rnojiMcaxapuaa, a cyOKJIeTOUHasl JOKaau3alusl He-
CKoJIbKUX OenkoB Pil y MOIBUXKHBIX TOPMOTOHUEB
COOTBETCTBYET YUYaCTKY KOMILJIEKCa COeAMHUTETbHBIX
nop. 'omostorn Hps n Pil moutu Bcerma ImpruCcyTCTBYIOT
Yy HUTYATBIX LIMaHOOaKTepuii, TiprudemM romosnoru Hps
peIKO BCTPeYaloTCsi B OMHOKJIETOUHBIX IITaAMMax
(Khayatan et al., 2015). DT pe3yabTaThl MOATBEP-
KIAIOT TIPEANoJIokKeHe o ToM, uTo 6esku Hps u Pil
cocrasistoT JPC, HanomoTtop nuneit IV tuna, koro-
DBl yIpaBiisieT MOABUXKHOCTBIO U CEKpelUeid Mon-
caxapuoB.

B pa6otax Puccepa u Yo c coaBropamu (Risseret al.,
2014; Cho et al., 2017) ipencrasieHa moapoOHast Xa-
pakTepuCTUKa J0Kyca aimp y N. punctiforme, KOTOpBIiA
KOAUpYyeT OeJIKU, MPUHUMAIOIIME YIacTue B IIpoliec-
cax xemorakcuca. MHakTuBaums reHoB AimpB, C, Du
E ycTrpansger nuddepeHIIMpOBKY TOpMOroHneB. Me-
TOOOM HWMMYHO(MIYOpPEeCUEeHIIMM TOKa3aHo, 4To
GFP-MedeHEBII1 BapraHT KaxXIoTro 0elika JoKyca hmp
(PilA) noxann30BaH B KOJIbLIE HA CTHIKE MEXIY KIET-
Kamu. OeHOTUMN AeJIEIMOHHBIX MyTaHTOB IO 3TUM T'e-
HaM M JjoKanuzauus 6eakoB Hmp u npeanonaraemoro
oenka PilA Ha BBIXOIE MOp y ITEPEropoOaOK COCECITHMX
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KJIETOK COTJIACYIOTCSI C TUITOTE€30M O TOM, UTO BTHU
OeJIKU SIBJISIIOTCSI YAaCThIO KOMILJIEKCA COeAMHUTEb-
HBIX IIOp, HAOJI0MacMOro y psiia HUTYATBIX LU-
aHobGakTepuii. [OpMOroHMN JAHHBIX AEICLIMOHHBIX
MYTaHTOB TEPSIOT MOABUKHOCTh, HE CITOCOOHBI 00-
Ppa30BBLIBATh KOJIOHUAJIbHBIC arperaThl ¥ CYIIECTBYIOT
B BUJIE AVICITEPCHBIX CYCIICH3UIA.

Xoituuk u baymaticrep (Hoiczyk, Baumeister, 1997) B
pe3yabTaTe IIPOBEACHHBIX MCCICOOBAaHUI C MpUMeE-
HEHMEM MeToja 3JIEKTPOHHOM MMKPOCKOMNUHU MOKa-
3aJI1, YTO IIOBEPXHOCTU TPUXOMOB CKOJIb3SIIIINX HUT-
yaTelx LmMaHoOaktepuit Phormidium uncinatum n
Anabaena variabilis nMeIOT OOIIIYIO CTPYKTYPHYIO Op-
raHusanuio. OHU comepxkaT S-c/Ioi, MpUKpPEIIeH-
HBI K BHEIIHEW MeMOpaHe, U MAacCHB Mapajuleib-
HBIX GUOPUIIIT TTOBEPX S-CJI0s1. Y TaHHBIX BUIOB CITH -
pajbHOE PpacIioNioXeHUe ITUX budpun
COOTBETCTBYET HAIIPABJICHMIO BpallleHUsI OpraHn3Ma
npu ckosb3siueMm aBkeHun (Hoiczyk, Baumeister,
1997; EpmuiioBa u ap., 2004; IMTunesuy, 2009). Me-
TOJIaMM 3JIEKTPOHHOI MUKPOCKOIIMU U CIIEKTPOCKO-
MY OBUTH MCCIECTOBAHBI ITOBEPXHOCTHBIC (hMOPMILITHI
P. uncinatum. ®uOGpUILIBI COCTOSIT U3 OTHOTO CTEPXK-
HeoOpa3HOro 0OejlKka, Ha3BaHHOIO OCHWUIMHOM —
6enka u3 646 aMUHOKUCIIOTHBIX OcTaTKOB (Mr 65807,
pl 3.63). AHaiu3 1ociie10BaTeIbHOCTH BBISIBUII IBYX-
JIOMEHHYIO CTPYKTYpPY: IOMEH ocTaTKa 554 comepXuT
46 noBTOpoB Ca’*-CBA3BIBAIOILIETO MOTUBA, 334 HAM
cienyer C-TepMUHAJIbHBIA TOMEH U3 92 OCTaTKOB,
KOTOPBINA MOXET 00eCIIeynuTh ero 3Kkcnopt. Hutu, xo-
TOpbIe HE B3KCIIPECCHUPYIOT OCHWUIMH, TEPSIIOT CIO-
COOHOCTB K JBIDKEHMIO. ABTOPBI MCCIEIOBAHMS I10JIa-
raloT, 4YTO IOJOOHBIE OENKM WUIparoT aHAJIOTMYHYIO
pOJIb U Yy JPYTUX CKOJIB3SIIINX ITMAaHOOAKTEpUil, Ha-
npumep y Synechocystis u Anabaena. BHeKIeTOUYHBII
0eJIOK OCLUMJIJIMH (pOPMUPYET Ha ITOBEPXHOCTU KIIETOK
CIMpPaJIbHO PACIIOJIOKEHHBIE (DUOPMILIBI, KOTOpPHIC
o0ecreunBaloT CKOJb3dIIee aBrmkeHne. CrimpaabHOe
pacnoJjioxxeHue (pUOPUILI co3aaeT MPU ABUKEHUW HU-
TEU BpalllalOIINii MOMEHT.

B nenoM nBukeHMe MMaHOOAKTEPUIA U €TO MeXa-
HU3MbI MOXHO OXapaKTepu30BaTh CJIEIYIOIIMM 00-
pa3oM. Hutyatbele imaHOOAKTEpU CKOJIB3SIT IO TBEP-
JIOM BJIZXKHOM TTOBEPXHOCTU CO CKOpOCThIO 10 MKM/C
(Onpenenutens 6aktepuii bepmxku, 1997) u cinyyvaii-
HBIM 00pa3oM M3MEHSIOT HaIllpaBJIEHUE IBIVKCHUS
(EpMuniosa u np., 2004). B yacTHOCTH, TIpeACTaBUTE-
JIU OMHOKJIETOUHBIX IMaHOOakTepuit Synechocystis
IBUXKYTCS C McHojib3oBaHueM nwieit 1V tuna. Ilon-
TSATUBalOIIEe ABMKEHUE KJIETOK C UX y4acTUeM KOH-
TPOJUPYETCSI CBETOM uepe3 (POTOTaKTUUECKUI Kila-
cTep reHoB, ¥ Mt 1V Tuna onpenensioT IBIKeHNE
B peakiusx (oToTaKkCcHca.

HekoTopble aBTOPHI CUMTAIOT MEXAaHU3MOM, ajlb-
TEpHATUBHBIM JIBUXXEHUIO C IOMOIIbIO ITUIEH, MeXa-
HM3M IBUKEHUS O1arogapsi BhIASICHUIO CIIU3U Yyepe3
CIIELMAJIbHbIE KAaHAJIbl U COCAWHUTEJIbHBIEC TIOPHI,
PacCHOJIOKEHHBIE OKOJIO IIEPErOPOIOK COCETHUX K€~
Ne 6
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TOK M MOPOXOASIINe 4Yepe3 BHEIIHIOK MeMOpaHy U
kieTouHyto cteHKY (Hoiczyk, Baumeister, 1998). ITopsr
UMEIOT quaMeTp 14—16 HM, pacrosiararoTcs psiiaMu o
KpYTy BOJIM3H KJIETOYHBIX IEPErOPOIOK B MHOTOKJIE-
TOYHBIX HUTSX LUaHoOakTepuii. CoeauHUTETbHBIC
IOPHI UCITOIL3YIOTCS A1 CEKPEILIMU MOINCAXapuIaoB,
HaIlpaBJIeHHe CEKpelly MPOTUBOIIOIOXHO HAIlpaB-
nennto aBuxkeHuss (EpmuimoBa m ap., 2004). Ilpu
CKOJIEXXEHUM HEKOTOPbIE LIMaHOOAKTE U UCIIOIb3Y-
IOT MEXaHW3M BpallleHUsI, I[P KOTOPOM B MEXaHU3M
CeKpelly BKIIOYAIOTCS OCLHVJIINHOBBIE (hUOPUILIBI
(EpmuiioBa u ap., 2004).

[IpeniecTBYIOIIMMHU T'€0JI0TMYeCKUMU U ITaJICOH -
TOJIOTUYECKMMHU UCCIECAOBAaHUSIMMU ObLIa BBISIBICHA
BbICOKasi (OpraHu3MEHHasl) CTeNeHb LEeJIOCTHOCTHU
CTPOMATOJIUTOB. DTO MOApa3yMeBacT HaJIMIUE COOT-
BETCTBYIOIIEM CTEMEHU LIEJIOCTHOCTU OOpa3yIoIINX
MX COOOIIECTB MUKpoopraHusmos. Llensio maHHOM
CTaThbU SIBJISICTCSI COOTHECCHUE CIIOCOOOB TOCTHIKE-
HUS LIEJTOCTHOCTH (hOPMOOOPa30BaHUSI Y COBPEMEH-
HBIX M HCKOMNAaeMbIX IIMaHOOAKTepUaJbHBIX COO0-
ILIECTB.

MATEPUAJIBI U METO/ bl

B skcnepuMeHTax ObUIM MCIOJIb30BaHbI KYJIbTY-
pPBI HUTYATHIX IIMaHOOAKTEPHiA, BEIIEICHHBIX U3 DKC-
MNEeIUIIMOHHBIX ITPOO aJibro-0akTepuaJbHBIX MaTOB
TepMaJbHBIX MOJIell KaJibaephbl ByJdkaHa Y30H (Kam-
yaTtka) (Opneanckuii, ['epacumenko, 1982). Hako-
MUTETbHAST KyJIbTypa COCTOsUIAa M3 TIpelcTaBUTEIeH
IBYX BUIOB lLiMaHoOakTepuit — Oscillatoria terebri-
Jformis (Ag.) Elenk. emend., OCHOBHOTO CTPYKTypOOO0-
pasyloliero YieHa cooolecTsa, u Phormidium angustis-
simum W. et G.S. West, TOTYMHEHHOI'O KOMITOHEHTA, —
W pa3HOOOPA3HOTO HACeNeHMS: OaKTepHit, MHPY30-
puii, Kiuemeid u ap. (KyJabTypa LIMaHOOAKTepUid 13
KOJIJIEKIIUM CHUHe3eJIeHbIX Bomopociieit MHcTutyTa
mukpoononorun AH CCCP, Mocksa, IMAS (HbIHE
WNucturytr mukpoouonornn um. C.H. Bunorpancko-
ro PAH)).

ITo GoTtaHuyeckoil KnaccuUuKaluu TaHHbIE 1IU-
aHoOakTepuu npuHamiIexaT nmopsaaky Oscillatoriales
(ocumnnaropueBnie) kiacca Hormogoniophyceae
(ropmoroHueBbie) otaeina Cyanophyta (cuHe3sese-
HEIe Bogopocin). I1o 6akrepunanbHOil — K rpynre 11
(okcureHHbIe (poTOTpOhHBIE OaKTEepUn), IIOArpymIe 3
(= mopsigok Oscillatoriales). OcuuianaTopueBble —
MUKPOCKOITMYECKNE MHOIOKJIETOUHbIE HUTYATEHIC
(OTOCMHTETUKM, HUMEIOIINE CPeIHUE pa3Mephbl MO
400 MKM B IUIMHY U 7 MKM B Toiuny (Oscillatoria).
CnocoOHBI TIepeaBUTATLCS TI0 CyOCTpaTy B KUOKOI
cpene B 000MX HallpaBJICHUSIX IIyTeM CKOJIbXEHUS CO
ckopocThio 10 100 MKM/MUH. B KynbType B KauecTBe
MUHOPHOTO KOMIIOHEHTA TaKXKe IMPUCYTCTBYIOT 1LIM-
aHoOakTepuu P angustissimum, WMEIOIIME Topa3no
MEHBIIYI0 6roMaccy, pasmepsl 0.6—0.8 MKM B TOJIILIV-
Hy 1 OoJjiee KOpOTKHUE HUTU. MopdoreHeTudeckue
MIPOLIECCHI OCYIIECTBIISIOTCS HA0MI0IaeMbIM IIepeMe-
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meHueM Hutei O. terebriformis, N3 KOTOPBIX TIOJTHO-
CTBIO COCTOSIT BCe 0Opa30BaHHEIE B PE3yIbTaTe STHX
MIPOIIECCOB CTPYKTYPHI TUICHKU. P. angustissimum
MIPUCYTCTBYET B OMOMacce, He MMPUHUMAS YIacTHs B
MopdoreHeTHIeCKIX NBIKeHUX. [1oaToMy MMeHHO
O. terebriformis siBNsieTCSI OCHOBHBIM CTPYKTYpOOOpa-
3YIOIIIMM KOMITOHEHTOM COOOIIIeCTBA.

O. terebriformis (ocumiatTopusi OypaBOBUIHAS)
(puc. 1) — HuTYaTast LMaHOOAKTEepUs, MMeEoIiasi
JIUJIMHHbIE TOMOILIUTHBIE, KaK IPaBUJIO, TIPSIMble MHO-
TOKJIETOYHbIE TPUXOMBI, COCTOSIIIIE U3 OMMHAKOBBIX
1o opMe UWJIMHAPUUYECKUX KIETOK. TepMUHaIbHbIE
KJIETKY JIMOO HE OTJIMYAIOTCS OT OCTAJIbHBIX KJIETOK
TpuxoMa, JIMOO MOIyT OBITh AuUddepeHIIMPOBaHEL U
MMEIOT BBINYKJIbIE Ieperoponku. dnddepeHIupoB-
Ka pacripoCTpaHsIeTCsl Ha y4acTOK JUTMHOM B HECKOJIBKO
KJ1eToK. TpuxoMbl TMOKKME, OCOOEHHO OKOJIO KOHIIOB,
nmoaBrKHbIEe. [leperoponku, Kak mpaBWjio, TOHbIIIE,
yeM OOKOBbBIE KJIETOYHbIE CTeHKU. JluaMeTp Tpuxo-
MOB OKOJIO 5 MKM. [ToCTOSTHHBIE YeXJIbI OOBIYHO OT-
CYTCTBYIOT, HO MPU CKOJIbXEHUU TPUXOMa MO TJIOTHOM
MOBEPXHOCTU 3a HUM OCTAIOTCS TIOYTU HEBUAUMbIC
Mpo3payHble Cleabl CAUM3U. B HEKOTOphIX cilydasix
BOKPYT TPMXOMOB 00Opa3yeTcst 60jiee 3aMeTHBII CIIu-
3UCThII YeX0JI, 0COOEHHO B CTapbiX KyJbTypax. Eciau
TPUXOMBbI HaxOJsITCSl B CKOIUIEHUSIX MU KOXUCTbBIX
IUIEHKaX, TO OHU OKPYXeHbl MOP(hOJIOTUUECKU Bbl-
paXeHHbIM 001IMM yexsioM. CKoJib3siiliee IBUXEHUE
BO3MOXHO IO MMOBEPXHOCTU TBEPAOrOo WJIM YILIOT-
HEeHHoro cyoctparta. JIBUXKeHUe BIiepel Wi Has3al
COMPOBOXIAeTCs JIEBO- WJIM IpaBOHAIpaBiIeHHbIM
BpalleHueM Tpuxoma. Eciiu TepMUHaIbHbIE Y4aCTKU
TPUXOMOB HE€ HaxOIsSITCS B KOHTaKTe C CyOCTpaToM,
CBOOOMHBIN KOHEL MOXET KoJiebaTbCsl TIpU Bpallle-
HUU TPUXOMaA, OCOOEHHO eCJIM OH U30THYT. CKOPOCTh
IBIDKEHMS u3MeHsieTcst oT <1 MkMm/c go =11 Mxm/c
(Onpenenutens 6akrepuii bepmku, 1997).

PasMHOXeHMEe — TOJbKO OWHAPHBIM JAeJeHUEM
KJIETOK B OJTHOI TIJIOCKOCTU Ha 0ojiee KOPOTKUE To-
JNBVKHBIE YYACTKU, COCTOSIIIIME U3 HECKOJBKUX KJle-
TOK 1 Ha3bIBaeMble TOPMOTOHUSIMU. OHU BbIpacTaloT
B HOBbIe HUTU. POpMBI 3TOTO BUA CITOCOOHBI K (hO-
TOABTOTPO(UH, a TAKKE K OYEHb MEJICHHOMY POCTY
B TEMHOTE B aHA9POOHBIX YCITOBUSIX 32 CUET COpaKu-
BaHUsI BK30TeHHbIX caxapoB (I'yceB, HukutuHa,
1979).

IpencraBuTenu BUma 00pa3ytoT TEMHbIE CUHE-3€-
JICHOTO 11BeTa AEPHOBUHKY (TJIeHKM ). OOGUTAIOT B ro-
pSIUMX UCTOUYHMKAX ¢ TeMnepaTypoii o 45°C.

IHunaHobakTepuy KyJIbTUBUPOBAJIM Ha Cpele, MO CO-
CTaBy aHAJIOTUYHOM cpefie TOPSTIYMX UCTOYHUKOB (T/J1):
CaCl, — 0.1, NaH,CI — 0.1, MgSO, - 7TH,0 — 0.2,
H;BO; — 0.1, K,HPO, — 0.1, NaHCO; — 0.3, Na,SiO;
9H,0 — 0.3, FeSO, — 0.01, muxkposnemeHntsl — 0.01
(B, Mg, Zn, Na, Cu, Co) (Opneanckuii, 'epacumeH-
Ko, 1982).
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Puc. 1. Hutyateie nuano6akrepum Oscillatoria terebriformis. MacirabHast tuHeiika: 10 MKM.

Coo0111ecTBO  1IMaHOOAKTEPUil BbIpaIllUBaAIN B
vamkax Ilerpu cranmaprHOro pa3mMepa, Kojdax M
KPUCTAJLIM3aTOPaXx.

HaGaonenus mpoBonuian HEBOOPYKE€HHBIM IJia-
30M, a TAKKe C UCITOJIb30BAaHUEM OUHOKYJISIPHOM JTy-
bl pupMbl Carl Zeiss Jena 1 mukpockona NU 2 Carl
Zeiss Jena (Carl Zeiss, r. O6epkoxeH, I'epmanms).
IIpenaparbl U3roTaBIMBAIM CTAaHIAPTHBIM METOIOM
C WCIIOJIb30BaHHEM TIPEeIMETHBIX U TIOKPOBHBIX CTe-
KoJI1. PacTy1iyto KyabTypy OCBEIIaIM JJaMITaM1 HaKa-
JiuBaHus ¢ uHTeHcUBHOCTHIO 2000 nK. JIammibl Haxo-
IUIUCh Ha paccTossHUM 40—50 cM OT COCYIIOB C KYJIBTY-
poii. HaGmroneHnst mpoBOAWIN B IBYX peXrUMax — IIpU
TOCTOSTHHOM OCBEILIEHUM WCKYCCTBEHHBIM CBETOM U
MpU €CTECTBEHHOM OCBEILEHUU C CYTOYHBIMU KOJIe-
OaHMSIMU.

B snexTtpodusnoiornyeckux UCCAea0BaHUSIX
TMIPUMEHSUT METOIT PETUCTPAIIAM DIIEKTPUIECKOM aK-
TUBHOCTHU TIPU TIOMOILIM CTEKJISIHHBIX MMKPOBJIeK-
TPOJOB, U3TOTOBJIEHHBIX U3 CTeKja Mapku “Pyrex”
(B psime ONBITOB PETMCTPAIIMIO BBHITIOJTHIUIM MaKpO-
2JIEKTPOAAMU U3 CepeOpsIHON MPOBOJOKU B Tediio-
HOBOI1 oboJiouke). JI1s1 U3roTOBJIEHUS] CTEKJISTHHBIX
3JIEKTPOIOB TIPUMEHSUICS TIPUOOP UTS BBITSKKY MUK~
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poanekTponoB MBD4. Dnekrpons! 3anonHsumm 1 M pac-
tBopoM KCl. BHYTpMKIIETOYHYIO peruCTpaluio OT
OTHEJIbHBIX 3JIEMEHTOB TIJICHKU OCYIIECTBISIIIA MUKPO-
3JIEKTpOIaMU, KOHIMK KOTOPBIX ObIT MeHee 1 MKM, CO-
npotuBieHue 30—40 mOwm. [I1g perucrpauuu IoJie-
BBIX IOTEHIIMAJIOB IPUMEHSIIU 3JIEKTPOABI, AUaAMETP
KOHYMKA KOTOPEIX HE MEeHee 2 MKM. DJIEKTPOIbI PacIIo-
JIarajii Kak Ha [IOBEPXHOCTH, TaK I BHYTPU TIJICHKH.

Hwuanob6akrepum O. ferebriformis HaXomWINCh B pu-
3MOJIOTUYECKOM DPACTBOPE CJIEAYIOIIEero cocTasBa (I/J):
NaHCO; — 3, Na,CO; — 17, K,HPO, — 0.5, NaCl — 30,
KNO; — 2.5, MgSO, — 0.2, CaCl, — 0.04, FeSO, —
0.01. pH pactBopa 7.2—7.5.

DparMeHThl 3alKMCH 3TEKTPUIECKON aKTUBHOCTU
uaHobakTepuit  O. ferebriformis oUNGPOBBIBAIN.
YacToThl MOJIEBBIX MOTEHIMAIOB IOIBEPraii CIeK-
TpaJIbHOMY aHaJIM3y B Cpelie CTaTUCTUYECKOM obpa-
6otk R 3.0 (R Development Core Team, 2011).
CrneKTpaJibHbIi aHAIN3 BBIITOJHSUICS ST KCXOIHOM
3alMCU TMYyTEM IMOCTPOEHUSI MePUOIOrpaMMBbl C HC-
MOJb30BaHUEM OBbICTpOTO MpeodpaszoBaHus Dypbe.
95%-Hble IOBEPUTEIbHbIE MHTCPBAbl MOIIHOCTHU
CIIEKTpa BBIYUC/ISIMCh HA OCHOBE aIllpPOKCUMAIIUU
X? pacrnpeneaeHueEM.
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OTOebHOr0 KOMMEHTapusi TpeOyeT BOIIPOC O
BOCITPOU3BOINMOCTU 3KCHEPUMEHTOB. [10CKOJIBKY
IIPOLIECCHI TTOJHOCTBIO HE JIETCPMUHUPOBAHBLI U HE
SKBU(PUHAIIBLHBI, B OMMHAKOBBIX YCIOBUSIX MOpdore-
He3 CO0o0IIIeCTBa MOXET UATU KaK B CXOIHbBIX, TaK U B
COBEPIICHHO pa3JIMYHbIX HAaPaBICHUSX, C pa3idd-
HBIMU pe3yJibTaTaMi U B T€YEHUE Pa3HOTO BPEMEHH.
B nByx u OoJiee CTOSIIIMX PSIIOM COCYyIaX MOTYT BO3-
HUKATh COBEPIICHHO HEITOXO0XME KAPTUHBI, TIO3TOMY
aBTOPHI ONKCHIBAIOT SIBIIEHUSI, HAONIONABIIKECS B
KOHKPETHBIX 3KcIlepuMeHTax. [1o HallleMy MHEHMUIO,
Takash HEOJTHO3HAYHOCTb MOPGOreHEe30B CBsi3aHa C
TeM, YTO OHM SIBJISIIOTCSI BBIPAXKEHUEM CJIOKHOTO
KOJIJICKTUBHOTO MOBEIEHUsI HUTEI, KOTOPOE HEe MO-
XKeT OBITh CBEICHO K IPSIMOII peakliiy Ha BHEIIHUE
YCJIOBUSI.

Tomnonorust coObITUIA, IPOUCXOMSIINX B COCYAE,
OMNUCHIBAETCS MPUHILMMINAIBHO HEIIOJHO, MOCKOJb-
Ky CTPYKTYpbI, oOpa3yemMble 1IMaHOOAKTEepUSIMU, He
TOJILKO 00JIaJar0T MAJIO ITPOYHOCTHIO, HO M MEXaHO-
YyBCTBUTEIbHOCTHIO, ITIO3TOMY ITOBOPOT JIabOpaTop-
HOTO cocyaa JUIsl HaOoaeHU 1 hoTorpacupoBaHUs
B OOJIBIIMHCTBE CTy4aeB HEBO3MOXEH 0e3 HapyIICHUS
Xopa IIpo1ieccoB. B ¢BSI3M ¢ TeM, 4TO CTPYKTYpPHI 00J1a-
JaloT (OTOYYBCTBUTEIBHOCTBIO, 3aTPyAHEHA TaKXKe
¢doTOoChEMKA MPOLIECCOB, MAYIIUX P MaJIOM OCBe-
IEHNM, TaK KaK IJII 3TOro TpeOyeTcs HM3MEHEHHE
OCBEIIIEHHOCTH.

PE3YJIBTATBI 1 OBCYXIEHHWE

Co00111eCTBO OCUMIIaTOPUEBBIX IMAaHOOAKTEPU
B €CTECTBEHHBIX 1 JIAOOPATOPHBIX YCIOBUSIX OOBIYHO
CyLIECTBYET B BUE IJIeHOK. [TJIeHK1, B 0cOOeHHOCTH
HCKOITaeMbIe (CTPOMATOJIUTHI), B IPOLIecCe yBeanude-
HUS CBOE GMOMACCHI 4acTO IMMPHOOPETAIOT BEChMa
CITOXXHYIO (hOpMYy, KOTOpasi 3aCTaBIsIeT IIpearnoaaraTh
HaJIM4yue B Hell (MIr y coo0lecTBa IMaHOOAKTEPUIA,
YTO MbI IIOHUMAaeM KaK CMHOHUMbI) MOp(OreHEeTH -
YeCKUX MPOLIECCOB.

Mg mnmocTpauu MOp(OreHeTUIEeCKOM PUpo-
bl U3MEeHEHMsT (POPMBI COODIIIECTBA paCCMOTPUM JBa
BapUaHTa, B KOTOPBIX 3TH UBMEHEHMSI BhIpAXKEHbBI HAN-
6onee nHTeHCUBHO. [lepBrIii — M3MeHeHre (OpPMBI B
COBPEMEHHOM COOOIIIECTBE IIMAHOOAKTEPHii, BTOPOI —
u3MeHeHue ¢GopMbl COODIIIECTBa, MPOCIEKEHHOE Ha
nckornaemMoM matepuajiie. O6a cirydast CXOIHBI IO BbI-
COKO#l CTEMEeHU BBIPAXKEHHOCTU OMOJIOTMYECKOTO
KOHTPOJISI: Y COBPEMEHHBIX LIMAaHOOAKTEpUiA BBICO-
Kasl CTEeNeHb KOHTPOJSI MPOSIBISIETCS B OOIBIION
CKOPOCTH Mpoliecca, a y UCKOIaeMbIX (CTpOMAaTOI-
TOB) — B 00pa3oBaHUU (hOPMBI TTIOCTPONKU, HAMME-
Hee CXOMHOM ¢ 00pa3yeMoii Ipu aOMOTreHHOM BhIIa-
JIEHNU KapOOHAaTOB.
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Koopdunauus mopgoeenesa 6 coepemenHom
coobujecmee HUMYAMbIX YUAHOOaKmMepuil

B cepum sKcrneprUMEHTOB OBIJIO OTMEUEHO, YTO
MpU U30BITOYHOM OCBEILIEHUM TUJIEHKa IIMaHoOaKTe-
puii, 3aHMMAaIONIAs BCIO IIOBEPXHOCTH JIAOOPATOPHO-
ro cocya, IIpeodpa3yeTcs B CUCTEMY TsLKel (puc. 2e)
B TedyeHMe HecKoJbKux 4dacoB (CymmnHa, CyMuH,
2013). IlepBoii cranueii pouecca sijsieTcsi oopa3o-
BaHME B TEUEHUE CYTOK WJIH IBYX CTYIIIEHU B IJICHKE
(puc. 2a), BOKPYT KOTOPBIX BIIOCIAEACTBUU (POPMUPY-
10TCs ay4uu (puc. 26). 3aTeM MPOUCXOIUT OObEeaUHE-
HUe Jiydeil ¢ 0Opa3oBaHWEM MOJIUTOHATBLHOM CETH C
sTyeiKkaM1 MUJIJIMMETPOBOM pa3zMepHOCTH (puc. 26).
B cetu 00pasyloTcst 30HBI CXKATUSI U PACTSIKEHUS
(puc. 3). Ha Mecte 30H cXaTtusi BOZHUKAIOT TSIKU,
BHauajie HEpaBHOMEPHBIC II0 TOJIIIMHE, BIIOCIIEI-
CTBMHU BBIpaBHUBAIOIIIMECS.

Takum o0Opa3oM, SIBICHUS, IPEAIICCTBYIOIINE
npeodOpa3oBaHuio (GoOpMEI cooblecTBa (0Opa3oBa-
HUE CTYyIIeHUH, GopMUpOBaHUE JIydyeii, oOpazoBaHUe
CeTH U Tpeobpa3oBaHNe TUIEHKHU B CUCTEMY TSIKEl),
pa3BUBAIOTCS B TeUeHHE HECKOIBLKUX CYTOK. BeposiT-
HO, (DU3NOJIOTUYECKUI CMBICJI 3TOTO MPOLIecca COCTO-
UT B IIpeAOXpaHeHU Y HUTEH IMaHOOaKTepuii OT (poTo-
BoiBetaHust (I'yceB, Huxkutuna, 1979). CkopocTb,
OTPEeJIeJICHHOCTD U LieJIeHApaBJIeHHOCTh 3TOTO TPO-
1iecca roBOpsIT O TeJIECOHOMUYECKOM XapaKTepe Ipe-
00pa3oBaHMi, K YMCITY KOTOPBIX, B YACTHOCTH, TIPH-
HAIJIEXXUT U MOP(OreHe3 MHOTOKJIETOUHBIX 9YKapu-
ot (benoycos, 2005).

Takoe nmpeoOpazoBaHUE TUIEHKNA HE BBI3BAHO HETIO-
CpeICTBEeHHBIM OCHCTBMEM Ha Hee (haKTOpPOB CPEIbI,
MOCKOJILKY OHM He 00iamaroT muddepeHInpoBaH-
HOCTBIO U ITOCTOSIHCTBOM JIEMCTBUSI, KOTOPhIE MOIJIA
OBI BEI3BIBATh HaOM0MaeMyto auddepeHIMalu CO-
o011IeCTBa, COOTBETCTBYIOIIYIO €T0 ITOTPEOHOCTSIM B
JaHHBbIA MOMEHT BpeMeHU. CyllIecTBYeT Iepexof
MEXIYy HadyaJlbHBIM U KOHEYHBIM COCTOSTHUSIMHU CO-
00I11eCTBa, KOTOPBIM OCYIIIECTBIISIETCS. CIOXKHOM CH-
CTEMOIi CTPYKTYpP, BOBHMKAIOIIMX B IJICHKE, CIICLIM-
¢uyeckoil (yHKIMEH KOTOPBIX SIBIASIETCS MMEHHO
obecrieyeHre nepexonga MexXIy Mop@dOIOormIYeCKUMU
COCTOSIHUSIMU coobiecTBa. CeTb BO3HUKAET B He-
CKOJIBKO 2TaIlOB, ONIMCAHHBIX BbIIIIE, HU HA OMHOM U3
KOTOPBIX HE UCIIOJIHSIIOTCS €€ MeXaHn4eCKre (PyHK-
LIUM — Pa3pbiB U CTITUBAHWE TUIEHKU B CUCTEMY TSI-
xeil. U3ameHeHne (popMbI cOODIIIECTBA, KaK B LIEJIOM,
TaK ¥ B OTHOIIIEHUU CITOCO0a 00eCIIeYeHMsI 9TOTO U3-
MCHEHMSI, UMeeT TeJICOHOMMYECKHUIA, LiejieHaIIpaB-
JIEHHBII, XapaKTep.

CroxHOe ¥ LieJeHaNpaBlIeHHOe peoopa3oBaHue
¢GOopMBI, TIO-BUANMOMY, SBIISIETCSI BHEIIHUM BBIpa-
JKEHUEM CO3IaBaeMOil IMaHOOAKTEepPUSIMU B OTBET Ha
U3MEHEHWEe BHEIIHUX YCIOBUI WHMOpMaLUU, IO-
CKOJIbKY M3MeHeHHe (hOPMBI MMPOUCXOAUT HE CUH-
XPOHHO C M3MEHEHMEM YCJIOBUii, a CO CABUIOM Ha
HECKOJILKO CyTOK. KpoMe Toro, ocBelieHHOCTh UCIThbI-
ThIBaJIa €CTECTBEHHbIE CYTOUHBIC M3MEHEHUsI, COOT-



410 CYMMUHA u nap.

Puc. 2. Dtanbl pa3BUTHS OJUTOHATIBLHON CETH B INIEHKE COBPEMEHHBIX IMAHOOAKTEPUIA U CTAIMU CTAHOBJIEHUSI MUKPOPEJIbe -
(da y TCccareTOBBIX CTPOMATOJIMTOB: @ — 00pa3oBaHMe B IUIEHKE CTYIIECHMIA; 6 — (pOpMUpOBAHUE JIydeid BOKPYT CTYIIEHUIA; 6 —
o0pa3oBaHue MOJMTOHAJIBHON CeTU; ¢ — IUIEHKA Mociie peodpa3oBaHMsl B CUCTEMY TsiXkeil; 0 — obpa3oBaHue OYyropkoB —
CTUTM; e — 00pa3oBaHue pedep — rpaMM; s — OObEIUHEHWE CTUTM M TPaMM B TIOJIMTOHAJIbHYIO CETh; 3 — MAKPOCKOIMYECKUE
dopmbl penbeda (puc. 0—3 no: Biacos, 1970). MaciirabHast inHeka: a—6 — 1 MM, e — 10 MM, d—ac — 5 MM, 3 — 50 MM.
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Puc. 3. 30HBI cXaTuS ¥ pacTsKeHMS B TUIeHKe. MacintabHast auHelka: 10 MmM.

BETCTBEHHO, MHGOopMaLys o0 oOIeM HarpaBJICHUU
W3MEHEHMST OCBEIIEHHOCTH IOJDKHA ObLIa coxpa-
HSITBCSI COOOIIIECTBOM B TEUEHUE BCETO BPEMEHMU IPO-
TeKaHus MopdoreHe3a. Ora uHGOpPMALIUSI TODKHA
BKJTIOYATh CBEIICHUS O TeKyIllei (hopme coobIIecTna,
HEMOCPEACTBEHHBIX YCIOBUSX €r0 CYIIeCTBOBaHUSI,
HECOOTBETCTBUM TEKYIIer (pOpPMBI M3MEHUBIITMMCS
YCIIOBUSIM, O OynyIieii (popmMe cooOI1IecTBa, COOTBET-
CTBYIOIIIEH YCIIOBUSIM, a TAKXKe O CIiocobax repexoaa
MEXIy HadaJlbHOM M KoHe4yHoul (opmoii. Ocobo
TMOTYepKHEM, UYTO CTPYKTYPBI, CMEHSIOIINE APYT IPyTa
B Tpoliecce oOpa3oBaHUSI CETU, HE BBIMOJIHSIIOT Me-
XaHUIECKUX (PYHKIINM, IPSIMO U3MEHSTIOIITNX COCTO-
STHYIE COOOIIIEeCTBA B HEOOXOIMMYIO €My CTOPOHY. DTO
npeobpa3soBaHUE OCYIIECTBISIET TOJbKO OKOHYA-
TeJbHO chopMUpoOBaHHas B IIpoliecce MopdoreHes3a
TMIOJIMTOHAILHAS CeTh, BHITIOTHSIONIAS B COOOIIIECTBE
GYHKIIUM yOpaBisiiollleii CUCTeMBbl, OTBETCTBEHHOI
3a KOOpAWHAIINIO TIPOTEKAHUS MPOIIECCOB B MaKpoO-
ckonmnyecknx Macmradax. [lepmogmyeckoe nameHe-
HUE YCJIOBUI BJIUSIET HA CKOPOCTH IIpoliecca, HO He
BJIMSIET HAa €TO HAIIPaBJICHHOCTb.

MO>XHO BbIAEIUTD ClIeAyIOlIMe YPOBHU CTPYKTYD,
CO3MaIOINX MPOCTPAHCTBEHHYIO MH(MOPMALIUIO.
IlepBoiit — cama mieHka. IlepBoHayaJbHO OHa He
MMeeT BUAUMBIX JIEMEHTOB CTPOCHUSI, HO TaeT Hada-
JI0 0Opa3oBaHMIo ceTh. BTopoit ypoBeHh — MHOTOJTy4YE-
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Bble arperaThl. MHOTOJy4YeBble arperaTthbl SIBJISIFOTCS
9JIEMEHTAPHOU enuHuIIe cetu. TpeTuili ypoBeHb —
COOCTBEHHO MOJIMTOHAJIbHAS CETh (pUC. 2a—a).

B Tex cayyasix, Korga MHOTOJIyYeBbI€ arperaThbl
BO3HUMKAIOT U30JIMPOBAHHO, OHU CITOCOOHBI HAIIPaB-
JIEHHO MepeMellaThesd B TOJIIIE CPeabl U MO MOBEPX-
HOCTHM cTekJa. [1pu IBUXXEHUU T10 CTeKJIY OHU COJIU-
JKAIOTCSL M OOBSIMHSIOTCS, YTO MIOBTOPSIETCSI MHOTOKPAT-
HO. CTpoeHre MHOTOJTYUEBbIX arperaToB, BKJIIOUAIOIIEE
LEHTPaIbHOE “SIApO” M HAIpaBlICHHbBIE B CTOPOHBI “JIy-
yu”, TIpY JBKEHUM coxpaHsieTcs. [1pu o0beauHEeHUU
JIBYX arperaToB B OJWH €ro CTPYKTypa BOCCTAHABIIM-
BaeTcst. COMMKeHne IMTPOUCXOIUT HAIIPaBJIEHHO, a He
B pe3yJIbTaTe XaOTUYHOTO MepeMeIIeHUST. DTO TTO03BO-
JISIET TIPEAIIONOXUTh, YTO MOpdoreHeTndeckKass WH-
dopmaLms co3maeTcst U yaepXKMUBaeTcsl Ha IBYX YPOB-
HSIX — TMPU COXPaHEHUU Y BOCCTAHOBJIEHUU CTPOSHMSI
BO BpeMsl JIBMXXEHMUSI U OOBbEAMHEHUSI arperaTtoB u
py onpeAcaeHUM arperaTaMy B3aMMHOTO ITOJIOXKE-
Hus1. BsanMogeiicTBre arperaToB BHE CETU JOITOJTHU -
TeJIbHO MOATBEpXKIaeT HATUYMUE Y CETH, COCTOSIIECH
M3 3TUX 00pa30BaHU, THPOPMAITMOHHON (PYHKIIUU.
HanHas (pyHKUIMS TIPSIMO HE CBsS3aHa C MEXaHMYe-
CKVMMM B3aMOJCHCTBUSIMU HUTEIl U UX arperaTos,
MOCKOJIbKY HaOJI0Jal0TCsl KaK KOHTaKTHBIC, TaK U
OECKOHTaKTHbIE B3aUMOACUCTBUSI.
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OIHUM U3 TIPOSIBJICHUM KOJUIEKTUBHOTO B3anMO-
JIEMCTBUS B COOOIIECTBE SIBISIETCS (POpMHPOBAHUE
HaJOpraHU3MEHHBIX (OTHOCUTEIBHO HUTEM) CTPYK-
TYp, BaXHBIX I CYLIECTBOBAHMS COOOIIECTBA KaK
nesioro. MIx moctpoeHune TpeOyeT corjiacoBaHUSI COB-
MECTHOI nesTelbHOCTH HuTeit. CorjaacoBaHHasi Me-
XaHU4YeCKasi aKTUBHOCTD Y IPYTMX OPTaHM3MOB 00eC-
MEYUBAETCSI, B YACTHOCTHU, CIIEIU(UUIESCKUMU IIEK-
TPUYECKMMU B3auMoOJeiicTBUSIMU. B cBsI3u ¢ 3TM
HaMU OBLIM UCCIE€I0BaHbI 3JIEKTPUICCKIE SIBJICHUS B
HaHOOaKTepHaIbHOM TIJIEHKE.

B cooOliiectBe MOCTOSSHHO PErMCTPUPYIOTCS
CJIOXKHbIE MOIYJUPOBAHHBIE CUTHAJIbl, KOTOpbIE B
OOIIMX YepTaxX CXOAHBI C 3JEKTPUUYECKOM aKTUBHO-
CTbIO HEPBHOM CUCTEMbI 3YKapUOT.

DneKTpruyecKyre SIBIeHUs y HUTYaThIX [IMaHObaKTe-
pUii MCCIIENOBAIMCh U paHee, HO Ha YPOBHE OTACIbHBIX
Huteit. T.B. IloranmoBoit (1990) u K.b. Acmanunu
(1998) ObLT mpUMMEHEH METOH peTrucTpauuu (poTo-
2JIEKTPUYECKUX OTBETOB OAUMHOYHOTO Tpuxoma Phor-
midium sp. TpuxoMm paccMaTpUBaeTCsl aBTOpaMU Kak
JIMHEWHas CTPYKTYypa U3 KJIETOK, CBSI3aHHBIX TPOHU -
1IaeMbIMU KOHTaKTaMMU. bBbIIO 0OHapyXeHOo, 4TO
aJIeKTpUYecKasi MPOBOJMMOCTh Ha yJYacTKax TpUXoma
3HAYMTEILHO MPEBBIIIAET Pa3MEPhI OTAEIbHOMN KJIETKH.
OTHU y4acTKU ObUIM Ha3BaHbI “3JIEKTPUYECKUMU Ka-
oensaMu”. Hannuue a1eKTpUuecKoii B3aMMOCBSI3M Ha
9TUX yYyacTKax yKa3blBaeT Ha BO3MOXHOCTb 3 dek-
TUBHOM 3HEPreTUYECKO KOOoIepaluunu MEXIy KIeT-
KaMU € TIOMOIIbIO0 MOHHBIX TOTOKOB Yepe3 MpOoHU1la-
eMble KOHTaKThl. B mpenenax ogHoOro TpuxoMa Ha-
OJIroaoCch pa3aesieHre Ha ABa Wiu 0oJjiee “Kabens”.
HMccnenoBaHHasi 3JeKTPONPOBOIUMOCTb TpUXOMa
MO3BOJISIET CUUTATh, YTO TPAHCIOPT HEPTUU Yepe3
MPOHUIIAEMbIE KOHTAKThl COU3MEPUM C CyMMapHBIM
BSHEPTOIPOM3BOJICTBOM OAHOM KJIeTKU. Pa3BuTast aek-
TPOMPOBOJMMOCTb MOXET JIEXXaTh B OCHOBE crelra-
JIM3allMU KJIETOK B IMpejeiax OMHOIo TpuxoMma, Ha-
MpUMeEp, TSI TeTEPOLIMCTHBIX IMaHOOAKTepUil, TIpr
KOTOPOM OJTHU U3 HUX SIBJISIIOTCS DHEPreTUYeCKUMU
JIOHOpaMM, OCYIIIECTBJIsIST (POTOCUHTE3, a IPYT1e MOTYT
MOTPEOJSAITh 3Ty JHEPIUI0, HAMpUMEpP, IJIs OCy-
1LIECTBJIEHUS a30T(UKCALIUH.

Ha ocHOBe m3yyeHMs] KMHETMKU BHEKJIETOUYHBIX
TOKOB OJMHOYHOIO TPMXOMAa IOKa3aHO, 4TO (hOTO-
3JICKTPUYECKAsI aKTUBHOCTD SIBJISIETCSI MHOTOCTYIIEH-
YyaThIM IIpolieccoM. B 4acTHOCTH, IpU CBEPXBHICO-
KO OCBEIICHHOCTH HaOJIIomaioch ABYyX(da3Hoe Ha-
pacTaHMe BHEKJICTOYHBIX TOKOB C ITOCJICIYIOIIUM
CIaZioM IO HEKOTOPOTO IMMOCTOSTHHOTO 3HAYEHUST TIPU
IMOCTOSTHHOM ocBellleHuu (Acnanuan, 1998).

ITockoabKy KaK COBpeMEHHBbIE, TaK M MCKOIIae-
MbI€ TUIEHKU MOP(OreHeTUYECKHU IPEICTABISIOT CO-
6oli 1IeJIOCTHBIE 0Opa30BaHKsSI, HAMU MPOBOIMIOCH
2JIEKTPODU3UOJIOTUYECKOE U3YyYEHUE IUIEHYATOIO
coo0l11ecTBa Kak 11eJI0ro.

B skcriepuMeHTaX 371eKTpOGU3NOTIOTTIECKOE UC-
cjelloBaHle aKTMBHOCTU COOOIIecTBa MaHOOaKTe-

JKYPHAJI OBLIEN BUOJIOTUU

CYMMWHA nu np.

puii Oscillatoria terebriformis OBLIIO IPOBEIECHO Ha pa3-
HBIX CTAIUSIX PELIEHUSI UMW COBMECTHOM 3a1a4yl — CO-
3gaHus 1ieHKu (I'pedyenko, 2012). DnekTpuyeckas
AKTUBHOCTb WHIWBUAYAJIbHON IIMAaHOOAKTESpUU, 3a-
pEeTUCTPUPOBAHHASI BHYTPUKJIECTOYHBIM MUKPODJICK-
TPOIOM, XapaKTepU3yeTCsI CTAOMIIBHOI IO YaCTOTe U
AMIUIUTYIe PUTMUKON, aMIUIUTydA OTHEIBHBIX OC-
mIsmin nocturaeT 50 MB mpu ypoBHE MeMOpaHHOTO
noreHmaia ot —45 go 50 MB. CurHain obiagaeT o4eHb
BBICOKOM YCTOMUYMBOCTBIO IO YACTOTE U aMIUIUTYIIE,
OH MOHOJIMTHBIM, B HEM HET MNPOSBJIEHUI MHOTO-
KOMIIOHEHTHOCTHU. Perucrpamnust mojaeBbIX 3JIeKTPU-
YeCKMX MOTEHIIMAJIOB OT COOOIIeCTBa MoKa3ajia, 4To
JIJIS1 3peioit TIEHKU TUIMWYHBI CUHXPOHU3UPOBAHHbIC
OCHWLISIUM YacToToit ot 3 no 35—40 I' (puc. 4). Am-
TIATYAAa KonebaHuii He TipeBbitana 20 MxB.

[Ipenmoiaraercsi, 4To CyMMapHBIE 3JIeKTpUYE-
CKMe€e OCHMJUISILIUU 3aBUCST OT COBMECTHOI aKTUBHO-
CTH LIMaHOOAKTEpHii, KOTopasl 110 MHTCHCUBHOCTU
pa3iIrMyHa B pa3HbIX MecTax coobiecTBa. ITockobKy
NPEIbIAYIINMHA 3KCIIEPUMEHTAMM OBIJIO BBISIBJIICHO,
YTO COOOIIECTBO 001aJacT CIIOCOOHOCTBIO K pereHe-
paluy, KOTOpasi OCYIIECTBIISIETCS HaIlpaBJICHHBIM
JIBMDKEHHUEM TPYIIT HUTEH, TUICHKA OblJIa TPaBMHUPO-
BaHa — HaJOpBaHa B HECKOJBKUX MeCTaX, YTOOBI
CIIPOBOLIMPOBATh HEOOXOMMMYIO IJIsI DKCIEepUMEHTA
aKTMBHOCTh B KOHKPETHOM MECTe M B KOHKPETHOE
BpeMsl. 3aTeM B TeUeHME HECKOJBKUX IHE peru-
CTPUPOBAIM 3JCKTPUUECKYI0O AKTHUBHOCTh pa3Iindd-
HBIX CTPYKTYp TIPWM OCYIISCTBJICHWM HUTSIMH COB-
MECTHBIX AeHCTBUU IJISI BOCCO3OAaHUS LIEJIOCTHOCTU
CcOOO11IeCTBA.

PesynbraThl TTOKa3aiM, 4TO CHUJla M BBIPAXKEHHOCTh
BJIEKTPUIECKIX OCIIVWJLUIAIINI 3aBUCUT OT MeCTa perv-
cTpauuu: Haubosiee MOIIHAsT CUHXPOHU3MPOBAHHAs
BBICOKOAMITTUTYIHAsT aKTUBHOCTb — 10 50 MKB — xa-
pakTepHa TSI obJacTeil MHTEHCUBHOTO ITBVDKCHUS
HUTEI, B KOTOPBIX C(HOPMUPOBATIUCH CTPYKTYPHI TU-
ITa TSDKe, BBITTOJHSAIONMINE KOMMYTHUPYIOITYIO (DYHK-
IIUI0 MEXIY BOCCTAHABJIMBAIOIIUMUCS KpassMH pa3-
pbIBa IJIEHKU. B ob7acTsx, rae He MporuCcXOaniIo MHTEH-
CHBHOE 00pa3oBaHe HOBBIX CTPYKTYD, JIEKTpUIecKast
aKTUBHOCTBL ObLIa TpencTaBiecHa HU3KOAMILUIATYII-
HBIMM KOJIEOAHUSIMU TMOTEHIIMAIOB, aMIJINTYAda KO-
TOPBIX He IIpeBhIlana 5 MkB (puc. 5).

BrisiBiieHa npsimasi CBsI3b MEXIY BbIPa>k€eHHOCTbHIO
CHMHXPOHU3UPOBAHHOMN 2JIEKTPUIECKON aKTUBHOCTH
(oCUMJIISLIMSIMM) 1ITUAHOOAKTEpU M MHTEHCHUBHO-
CTBIO JESITEILHOCTU MO PelIeHWIO 3aladyu BOCCTa-
HOBJICHMSI IIEJIOCTHOCTH COOOIIECTBA: YeM aKTHBHEe
3JIEKTPUYECKUE OCLUMIIIALUY, TEM aKTUBHEE U MOP-
¢doreHeTUUECKUE IBVKEHUS HUTEH.

C 53BOJIOLIMOHHOM TOYKM 3pEHMSI BaxKHO, 4TO
nposiBicHue (yHIAMEHTAJIbHOTO IIOBEIEHYECKOTO
MeXaHU3Ma — SHIAOTE€HHOM PUTMMUYECKO aKTUBHO-
CTU — HaOJI0AaeTCs Y OMHUX U3 APEBHEMIINX OpraHu3-
MOB, LIMaHoOaKTepuii. OHA ITO3BOISIET M CUHXPOHM-
3UpPOBATh CBOU UHAUBUAYAIbHbIE OCLIAJLISITOPHI U OCY-
Ne 6
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+120 mB

450 mc

8

+110 MmB

— +70 MmB

+40 mB

—95MB

Puc. 4. Dnexrpodusnoiaorniyeckast akTMUBHOCTh LIMAHOOAKTEPUIA: @ — paclpeaeeHre 3apsiIoB B 3peJioii IUIEHKE; 6 — HU3KO-
4yacTOTHBIE BepeTeHa, f — okoio 6 I'l1; 6 — BBICOKOYACTOTHBIE BepeTeHa, f — okoso 27 .

IIECTBIISITh 1IeJIEHANIPABICHHOEe WHAWBUIYAIbHOE U
KOJUIGKTUBHOE TIOBEASHME TTpU 00pa3oBaHUU COO0-
mectBa. O4eBUIHO, YTO IIPU IIPOCTPAHCTBEHHEBIX I1€-
peMelleHUIX YCIOBUSI CYILIECTBOBAHUSI HUTEM B pa3-
HBIX 4aCTSIX (POPMUPYEMBIX CTPYKTYP SIBJISIOTCS OJ1a-
TOIPUSTHBIMU B pa3inuHoi crereHu. CrneaoBaTelIbHO,
MOBEIEHNE OTAEIbLHBIX HUTEN B KOHKPETHBIE MHTEPBa-
JIbI BpEMEHU OMpPeAcsieTCs] TIPUOPUTETAMU COODIIIE-
CTBa Kak 1IeJIoro.

TakuMm oOpa3omMm, y ImMaHOOAKTepUii BBISBICHA
3JIEKTpUYECcKasi aKTUBHOCTb, oOecIieurBaromiasi, 1o
KpaiiHeii Mepe, KOTHUTHBHEIC, pEryJIsaTUBHBIE U
KOMMYHUKATUBHbIC (DYHKIINH.

JKYPHAJ OBILEN BUOJIOTUN

TOM 81 Ne 6

2020

ITockonpKy nHMaHOOAKTEpUAIILHOE COOOIIECTBO
3aHMMAaET MPOMEXYTOUYHOE ITOJIOXKEHUE MEXIY I10-
OyJaslueil M OpPraHu3MOM, IIOJyYEHHbIE NaHHBIE
noaTeepxaarT BeiBoabl B.A. Bpoackoro (2009) 06
OINpeeJISIoLIei pOJIM Pa3BUTHUS IIPUPOIHBIX UHGOP-
MAaLIMOHHBIX CUCTEM B CTAHOBJIEHUU OPraHU3MOB.

Koopounauus mopghoeenesa 6 uckonaemwix
coobuecmeax yuanobakmepuil (Cmpomamoaumax,)

Ha uckonaemom Marepuaje HampaBJIeHHOE W3-
MeHeHne (DOPMBI U CTPYKTYPBI ITMAaHOOAKTEpHUATb-
HBIX COOOIIECTB MOXKHO ITPOCIIEAUTD IO N3MEHEHHIO
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CYMMWHA nu np.

Puc. 5. DiekTpuueckast aKTUBHOCTb LIMAaHOOAKTEPpUIA TP BBICOKOI (@, ) U HU3KOI (6, 2) THTEHCUMBHOCTH MopdoreHe3a (110:

I'peuenko, 2012).

¢dOpMBI CTPOMATOIMTOB. BONBIIMHCTBO CTPOMATO-
JIUTOB 00JIafaloT CTOJb MPOCTOi (pOpMOIA, YTO OHU
BHavaJie CUMTAIMCh aOMOTeHHBIMU 00pa30BaHUSIMMU.
OIHakKo CTPOMAaTOJMUTHI CIOXHOI (DOpMBI (HAIIpU-
Mep, npeacTaBuTeau p. Gymnosolen) nepBoHavYaIbHO
OBLIM OTHECEHBI K CKeJleTaM MPUMUTUBHBIX MHOTO-
KJIeTOUHBIX 3yKapuoT (Macios, 1960). Takoit pas-
Opoc MHEHMIT B OTHOIIIEHUY OTHOI'O OOBEKTa OOBSIC-
HSIETCSI TEM, YTO B T€UYEHUE MJIUTEIBHOIO BPEMEHU
(mo 1930-x romoB) He OBLI YCTaHOBJIEH OpPraHU3M-
CTPOMAaTOJIUTOOOpA30BaTE]Ib, 4 Y CAMOTO CTPOMATO-
JINTOOOpa30BaTeIsl, B CBOIO O4epelb, CIIOCOOHOCTD K
MopgdoreHesy Obllla OOHApyKeHa ropas3no Mo3xXKe.

Cpeny cTpoMaTOIMTOB CI0XKHO (hOPMBI BBIIEIIS -
ercs cem. Tyssagetacea Vlasov (Bmacos, 1977), npen-
CTaBUTEIM KOTOPOTO XapaKTEPU3YIOTCS HE BBIIYK-
JIBIMU, IPUCYLIUMU OOJIBITMHCTBY CTPOMATOJIMTOB, a
BOTHYTBIMM BJIEMEHTAMU IIOBEPXHOCTU. B 11esiom,
yCJI0KHEeH1Ee (POPMBI CTPOMATOIUTOB IIPOUCXOIUT OT
MJIACTOBBIX K CTOJIOYATHIM IIPU OOIIEM YBETUUEHUU
BBIITYKJIOCTH cj0eB. BuImykible (popMBbI TTOBEpPXHO-
CTH BO3HMKAIOT KaK ITpU OMOT€HHOM, TaK U a01OTeH-
HOM OCaXXIEHUH, BOTHYTHIE e (DOPMBI aOMOTEHHOTO
reHe3nca BO3HHMKAIOT IIpM MOTepe MaTepuayia, Ha-

JKYPHAJI OBLIEN BUOJIOTUU

npuMep MPU PACTBOPEHUN U3BECTHIKOB WU BBITO-
paHUM MOBEPXHOCTU METECOPUTOB. Y THUCCATETOBBIX
MpolieCC HAKOIUIEHUsI MaTepuaja u ¢opMa HaXoOsIT-
Cd B COOTHOIIIEHUH, OOpaTHOM TOMY, KOTOpOE 3a1a-
eTcsl aGMOTeHHBIMU MPOoLIeCCaMM U, CJIEI0BaTEIbHO,
MIpeArojiaraeT HauOOJbIINI GUOJIOTUYECKUIA KOH-
TPOJIb.

IMTomumo obuieit opMbl, TUCCATETOBBIE OTIMYA-
IOTCS OT IPYTUX CTPOMATOJUTOB HAJTUUMEM CIIOXKHO-
ro MUKpopeabeda cjioeB. YHaceToBaHHOE pa3BUTHE
MUKpopeJibeda onpeneisieT pa3BUTHE MaKPOCKOIH-
yecKux (popM IMMOBEPXHOCTHU (pUC. 23).

Mukpopenbed CoOCTOUT U3 OYropKoB U pedep, Ha-
3BaHHBIX @.J. BimacoBeIM “cTurMbl” m “rpamMmsel”,
MX COYeTaHHE Ha MOBEPXHOCTH CTPOMATOJIMTOBOIO
cJiosl obpasyeT ceTb C sTYelKaMu MUILIUMETPOBOM
pasmepHoctu (Bnacos, 1970). PazButue cetv Hauu-
HaeTCsI C MOSIBJICHUSI CTUTM (pHC. 20), BOKPYT HUX 3aTEM
BO3HMKAET OpeoJ rpaMM (puc. 2e), U3 KOTOPhIX AaJlb-
Heiilllee pa3BUTHE ITOJY4alOT TOJIBKO T€, YTO COSOM-
HSIIOT CTUTMBI 1 BIIOCJIEICTBUM 00pa3yioT CeTh (puc.
2ac). I1pu pocTe CTpoMaToIMTa B OQHUX y4acTKax ce-
TN KapOOHAT OTKJIAIbIBACTCSI C OOJIbIIE MHTCHCHUB-
HOCTBIO, B IPYTUX — C MEHBIIIEH, YTO IIPUBOIUT K 0Opa-
Ne 6
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Puc. 6. MuKpocKyJIbITypa Ha BEPTUKAJIBHOM Cpe3e To-
ctpoiiku (1io: Bracos, 1970). MaciurabHast auneiika: 10 M.

30BaHMIO MaKPOCKOIMMYECKUX (DOPM pelibeda — BO3BBI-
meHut u BoaguH (1o BracoBy “KOHBeKC” U
“koHkaB”) (puc. 23). Ecau oOpa3oBaHue maphl CIIOEB
CTPOMATOJIUTA CYUTATh CE30HHBIM ITUKIJIOM €ro po-
CTa, HEMpPEePbIBHOCTh MOporeHe3a HaboaaeTcsl Ha
MPOTSIKEHUN AECATKOB M COTEH JIET, BKITIoUas op-
MUPOBaHME MUKPOCKYJIBbITYpHI (puc. 6). [Ipu Koie-
0aHUSIX YCJIOBUII B MPUPOAHOIN OOCTAaHOBKE ILJIaH
MOpPGhOTEHETUIECKOTO OTBETA OCTACTCS TTOCTOSTHHBIM
B TEYEHME BCETO 3TOTO BPEMEHMU.

Takxe @.4. BmacoBblM ObLla OTMEUeHa CBSI3b
pa3BUTHUSI MUKpopebeda co CIOXHOCTBIO IIpeodpa-
30BaHUI (POPMBI CJI0SI U 'y CTPOMATOJIMTOB C BBIITYK-
JBIMU ciosiMu. Haubosee cl10KHBIM MOMEHTOM PO-
cTa, TpeOYIOIIMM MaKCUMAaJbHOTO OMOJIOTMYECKOTO
KOHTpPOJISI, SIBISICTCS OEJIEHWE apKyd — BEPIIUHBI
ciost. EMy Taxcke IpeAaiiecTByeT pa3BUTHE BbIILIEOITH-
CaHHBIX (POPM MUKpOpebeda, BOSHUKAIOIINX Ha Me-
cre Oymymiero aeiaeHus (puc. 7). Y CTpoOMaTolIMTOB C
KoHn4YeckumMu ciossmu (p. Conophyton), MeIONINX

BBIIYKIIYIO, HO TaKXX€ HaMMEHEee CXOIHYIO C abuo-
TeHHO (hopMy, MUKpOpeabed CYIIeCTBYET IIOCTOSTH-
HO, OIlpeneiss BeplIMHY KOHyca OOHOW WU He-
CKOJIBKMMHU CTUTMaMU, 2 CTOPOHBI — OYEHb IJIMHHBI-
MU rpaMMaMu.

@.4. BiacoBbIM OBLIO BBICKA3aHO IPEAIIONOXKE-
HUE, YTO MUKpopenabed SBISIETCS MCKOMaeMbIMU
cliefaMy YIIPaBIISIIONIE CHUCTEMBbI, OIIpeAe/IsIBIICHA
X0 MaKpocKommdeckoro MmopdoreHesa. ITockonbky
aBTOpaMU Ha COBPEMEHHOM MaTepurajie Obljia oOHa-
pyXeHa Imogo0Hasl yIIpaBJIsIIoNiast CUCTeMa U yIalIoCh
HETIOCPEACTBEHHO HAOJIOAaTh YIIPaBICHUE €10 XO-
JIOM MaKpOCKOIIMYeCKOro MopgoreHesa, cTajo Bo3-
MOXHBIM TIPOBECTU COIOCTaBJIeHHME MopdoreHes3a
COBPEMEHHBIX ITIAHOOAKTEPHAIbHBIX IJIEHOK U MC-
KOITaeMbIX IOCTPOEK TUCCATETOBBIX (PUC. 2).

OTHesbHO ClIeayeT OTOBOPUTH HESICHOCTD (pU3HO-
JIOTMYECKOTO CMBICJIA BOTHYTHIX (POPM MOBEPXHOCTU
CcTpoMaToIUTOB. PU3NOTOTNUECKUIT CMBIC] BBIITYK-
JIbIX (OPM y CTPOMATOJIMTOB COCTOUT B yIaJICHUU
ocagka C IOBEPXHOCTU (POTOCUHTE3UPYIOIIEH TIIeH-
KU U pasrpy3Ku ero B MEXKCTOJOUKOBOM IIPOCTPaH-
CTBE, YXOIe M3 30HBI B3MyUMBAHUSI U YBEIWYECHUU
moBepxHOCTU (poTocuHTe3a. OOpa3oBaHUE BOTHYTOM
GOpPMBI MOXET OBITH CBSI3aHO C ITPOTUBOICHCTBUEM
MMPUAOHHOMY BOJIHCHUIO WM C TlepepacrpeneicHu-
€M CBETOBOI'O IIOTOKA B YCJIOBUSIX HU3KOM CKOPOCTU
ocaIKOHakKoIieHusI. boyee ompenelleHHO Ha IaH-
HOM BTarle U3y4eHUsI TToKa CKa3aTh TPYIHO.

Kak B cooOiiecTBe COBpeMEHHBIX ITMAHOOAKTE-
puii, Tak ¥ mpu 0Opa3oBaHUY TUCCATETOBBIX CTPOMa-
TOJIMTOB HAOITIONAETCS MOJIUTOHAIBHAS CETh C YTOM-
IIEHUSIMU B y3J1ax sgueek. BHayajge BOZHUKAIOT y3JIbl
sg4YeekK, 3aTeEM — PaBHOMEPHBIN OpeoJI Jiydeil BOKPYT
HUX, M03Xe MPEUMYIIECTBEHHOE PA3BUTHUE MOTyda-
IOT JIy4u, COeIuHsIoNIMe y3ibl. Jlajee mpoucxoaut
pazneneHue GYHKIMA OTIEIbHBIX Y4aCTKOB CETU — B

Puc. 7. PazButrie MUKpPOCKYJIBOTYPHI (CIeBa U CIIpaBa), odecIieynBaollee nejieHue apku (B ieHTpe). O6o0011eHHast cxema (110:

Brnacos, 1970).
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COOOIIIEeCTBE LIMAaHOOAKTEpUiA BOSHMKAIOT 30HBI CXKa-
THSI U PACTSKEHUSI, Y CTPOMATOJIUTOB HAOII0OAI0TCS
30HBI 00JIce U MEHee MHTEHCUBHOTO OTJI0KEHMS Kap-
O6oHara. B 00oux ciydasx yrpapiisiioniasi CUCTEMa OT-
BeYaeT 3a IpoliecChl HauOoJIbllIeit UTHTEHCUBHOCTU: Y
TUIEHOK 1IMaHOOaKTeprii — 3a OBICTPHIE U MAaCIITa0-
HbIE MEXaHWYECKNE TepPEeMEIIeHUsI, Y CTPOMAaTOIN-
TOB — 3a oOpa3oBaHue GOPM, TPEOYIOIINX HAMOOIb-
1Iero 61M0JI0rM4eCcKOro KoHTpoJisi. B coolliecTBe nu-
aHOOaKTepUii U Yy CTPOMATOJIUTOB CE€Th 00pa3yeTcs
TOJILKO B TO BpeMs, Korma IIPOMCXOIST HauboJjiee
CJIOXKHBIE I MHTEHCUBHBEIE MOP(MOTreHeTUIECKHE TIPO-
LIECCHL. Y CTPOMATOJIMTOB CYIIIECTBOBAHME YITPABJISIO-
LI CHUCTEMBI TIPEPHIBUCTO Y CTOJIOUATHIX (hOPM CO clla-
00 BBIITYKJIBIMU CJI0SIMU, a Y KOHO(UTOHOB U THCCAre-
TOBBIX OHO HermpepbiBHO (Bmacop, 1970). O6mmM
SIBJISIETCSI M UBMEHEHME CTPOCHMS Ha IBYX YPOBHSIX
(MHUKpPO- M MaKpOCKOIIMYECKOM), M OIepexXeHUe
pa3BUTHUSI MUKPOCTPYKTYP OTHOCHUTEIBHO MaKpo-

cTpykTyp?. Ilpy npephIBUCTOM AeiicTBUM (DAKTOPOB
cpelbl B 000MX Cllydasix IuiaH MOpP(OTeHEeTUYECKHUX
U3MEHEHUIT OCYIIECTBISIETCSI HEMPEPBIBHO.

CXOICTBO CeTYaTOl CTPYKTYPhl COBPEMEHHBIX
UaHOOAKTEPHUAJIbHBIX IUIEHOK C MUWKPOCKYIBITY-
POl U MUKPOCTPYKTYPOI CTPOMATOJIUTOBEIX CJIOEB
HEKOTOPBIX MOCTPOEK IPUBJIEKAJIO0 BHUMAaHUE MHO-
rux aBTopoB (Shepard, Sumner, 2010; Sim et al., 2012;
Tamulonis, Kaandorp, 2014). OmHako M1, HaIpu-
Mmep Cum c¢ coaBt. (Sim et al., 2012), paccmarpuBa-
JIach BO3MOXHas1 MOP(OreHeTu4YeCcKasl poJib CryIie-
HUI KaK CaMOCTOSITEJIbHBIX OOpa30BaHUil, MHOTIA
COCIMHEHHBIX MEXOy CO0Oi MydyKamMu “BBIPOBHEH-
HBIX” HUTEH, a He ceTu B 1iesioM. OOHapyXeHHe 11e-
JIEeHAIIpaBJICHHON MeXaHMYEeCKOIl aKTMBHOCTU CETU
KaK IIeJIOCTHOI CUCTeMBbI, HAaIIpaBJISIIONIe Mopdore-
HETUYECKHUE IIPOLECCHl B MAaKPOCKOIMMYECKUX Mac-
mTadax, IMO3BOJISIET YBEPEHHO MPEAIIOJIaraTh U ee Be-
JIYIILYIO POJIb B MO3UIIMOHUPOBAHUU U TU(PHEpeHIIN -
Al XUMMWYECKOM aKTMBHOCTU IIpU 0Opa30BaHUU
CITOKHBIX ()OPM CTPOMATOJIUTOB.

VYHacnenoBaHHas auddepeHanus yJ4acTKOB
MOBEPXHOCTU CTPOMATOINTA, IIPUBOASIIAS K 0Opa-
30BaHUIO0 MakKpopeabeda, BO3MOXHA TOJIBKO OJiaro-
Japsi MTOCTOSTHHO CYIIIECTBYIOIIUM Pa3IMYUsIM B CKO-
pOCTH OTJIOXEHUSI KapOoHaTa, 4YTO Ipearojaraet
BO3MOXHOCTb CTPOMAaTOJIUTOOOpa3oBaTelieil 1eie-
HaIpaBJICHHO PEryJMpoBaTh 3TOT MPOLIECC, MOCTO-
SIHHO COXpaHsisl TO3UIIMOHMPOBAaHUE 30H BEICOKO U
HU3KOI CKOPOCTU ero nporekaHus. B cpaBHeHUM ¢
MEXaHUYECKUM JIeficCTBUEM TIOJUTOHAJBHOM CceTu

2 BhiueonucaHHbIe SIBIEHUST rnpeobpazoBaHusi ¢GopMbl COBpe-
MEHHBIX M MCKOMNaeMbIX LIMaHOOAKTepUil HaOIOdalOTCs Ha
MaKpo- ¥ MUKPOCKOITMYECKOM YPOBHSIX. OHAKO OIpEeaeIsio-
111asi POJIb CTPYKTYPHBIX 3JIEMEHTOB B OTHOLIEHUU (hOPMBI 1ie-
JIOTO, TI0 BCE BMIMMOCTH, MOXET ITPOCMAaTPUBAThCSI Ha pas-
HBIX UEPapXMUYECKUX YPOBHSX OpraHM3allMu XUBOro. B yact-
HOCTH, ACJICHWE B3YKApUOTHOI KIIETKM TakKXkKe TIPOUCXOINUT
OJlarogapsi MpeaiiecTBYIONIEMY IIpolieccy MpeoOpa3oBaHUsI ee
YIIBTPACTPYKTYPHBIX JIEMEHTOB.

JKYPHAJI OBLIEN BUOJIOTUU

CYMMWHA nu np.

KakKk ynpaBJ'[HIOH.[CfI CHUCTEMDbI, OTU 30HbI aHAJIOTMYHBI
30HaM C>XKaTUud U paCTA>KCHUSI.

B coBpeMeHHEBIX cooOIIecTBaX HMAaHOOAKTEPUIiA
MOJIMTOHAJIbHASI CETh CIMOCOOHA TlepepachpeacisiTh
KHCJIOPOJ KaK B pACTBOPEHHOM BU/JIE, TAK U B Ta3000-
pazHoM. CuM ¢ Koyuteramu (Sim et al., 2012) yka3bi-
BalOT, YTO B OTJAE/JBHBIX 3JIEMEHTAX CETU, KOTOPbIE
OHHM Ha3bIBaeT CTYIICHUSIMU, ITPOAYKINS (POTOCUH-
Te3a M KOHLIEHTPALIMs pACTBOPEHHOTO KMCJIOPOIa Ha-
XOISTCS HE B IIPSIMOM, a B 0OpaTHOM COOTHOIIIEHUM,
YTO YKa3bIBaeT Ha JeITeJIbHOCTh CETU KaK pacrpeie-
JINTETLHOM cUCTeMbI. Takske HaMU HaOJII01a1ach pac-
npenemTebHast GYHKIIMS OTIEIbHBIX TSDKEN, B KO-
TOPBIX KOHIIEHTpAlUsI PacTBOPEHHOIO KHUCJIOpOIa
MOJIHMMAJIach IO €ro Iiepexona B ra3000pa3Hoe Co-
CTOSIHUE, U TTOC/IEAYIOIIUI eT0 TpaHCIIOPT Yepes cIie-
UaIN3UPOBAHHbBIIA KaHaJI B 000JIOYKY ra30BOro0 ITy-
3bipst (CymuHa, 2006). Tsoku B MopdoreHese SIBIIsI-
I0TCS  CTPYKTypaMU-NIpeAIIeCTBEeHHUKAMU  JJIst
000JIOUEK Ta30BbIX ITy3BIpEid.

KoHTposb 3a oT/ioxXeHrneM KapOoHaTa KaJlbLUs Y
COBPEMEHHBIX IMAaHOOAKTEPHUi1 OCYIIECTBIISICTCS IIPU
nomoIm ¢epMeHTa KapOoaHTHUApa3bl. DTOT dep-
MEHT Yy4acTBYeT B 00pa3oBaHUM KapOOHATHOTO CKe-
JIeTa U Y 3yKapuoT, B YaCTHOCTH, O0ECIIeunBaeT Kap-
OOHATHYIO MUHEPAIM3ALINIO IIPY 00pa30BaHNHU CKeJIeTa
y KOoKKoJuTodopua U KopauioB. Kapboanruapasza uz-
BECTHA B pa3HBIX IpyINax HMaHOOAKTEepHii, TIe UMe-
eT JIOKaJM3alui0 KaK BHE, TaK W BHYTPHU KIIETKU
(KynpusHosa, ITponuna, 2011). [IessTeIbHOCTb Kap-
0OaHTUIPa3bl B CIM3UCTOM MATPUKCE HUTYATHIX 1IM-
aHOOAKTEepHIii IIPUBOAUT K €r0 MUHepaIM3aluu. Takmum
0o0pa3oM, y IMaHOOAKTEepUii BO3MOXHO YIIpaBJICHUE
MHTEHCUBHOCTBIO OTJIOXKEHMS KapOOHATa P IIOMOIIIN
n30MUpaTesIbHOM (hepMEHTHOI aKTUBHOCTH.

dopMupoBaHe OMOPHOTO MUHEPAILHOTO Teja
TpedyeT MOpGHOTeHETUYECKOTO YIIPABJIEHUS HE TOJIb-
KO Ha MaKpOCKOIIMUYECKOM, HO M Ha 0oJjiee ITyOOKUX
YPOBHSIX, BKJTIOUAd yIIpaBJIeHUE POCTOM KPHUCTAJIJIOB.
YV sykapuoT ynpaBjeHUE Ha TAKOM TOHKOM YPOBHE
MMPOUCXOOUT IIPpU MOMOIIM OPraHMYCCKHUX MaTpull,
3aJa0IINX POCT KpUCTAIITUTOB. CXOIHBIEC OpraHu4e-
CKMe€ MJIACTUHbBI ObUIM BbIAEIEHBI U U3 MUHEPATIBLHBIX
otnoxeHui muanoodakrepuit (I'omyoes C.H., T'ony-
6eB C.C., 2009).

Hnmepnpemayus s3xcnepumeHmanbHbix
U NANEOHMON02UHECKUX OAHHBIX

Takum 06pa3oM, K HACTOSIILIEMY MOMEHTY MOXKHO
Ha3BaTh YETHIpE CIIoco0a yIpaBIeHUs COOOIIECTBOM
mraHoOaKTepHii cBoei (popMoii KaK B HEMUHEPATIN30-
BaHHOM, TaK ¥ MMHEPAJIM30BaHHOM (CTPOMATOJIUThI)
COCTOSIHUHN: MOP(OJIOTUYECKUI, MATPUIHBINA, K-
TPUIECKUN M OMOXMMUIECKHI, CO CIICIIMaTNu3npO-
BaHHBIMU CTPYKTYpaMM YIIPaBJICHUSI IJIsI KaXKIOTO
criocoba. ITockoibky mponecc MopdoreHe3a sIBIsI-
€TCsl YIIPaBISIEMbIM Ha Pa3HBIX YPOBHSIX (OT MaKpo-
Ne 6
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MOP(MOIOTUYECKOTr0 OO0 MOJIEKYISIPHOT0), MOXHO
MpeanosaraTh, YTO OH IMPOUCXOIUT B paMKaX €IUHO-
ro THMOPMALIMOHHOIO ITPOCTPAHCTBA.

IIporuieccsl MopdoreHe3a B KOHKPETHBIX COBpe-
MEHHBIX M HCKOIAeMbIX COOOIIECTBAX IIMAHOOAKTe-
puii, paCCMOTpPEHHbIE B HACTOSIIIIEH cTaTbe, Oaroaapsi
“IPUMUTHUBHOCTU” BTUX OOBEKTOB IMO3BOJSIOT 3a-
TPOHYTh TaKXKe U HEKOTOPbIE OOIIIKE BOIIPOCHI, Kaca-
I0IIMECS] CTAHOBJIEHUST (DOPMBI OPraHNU3MOB.

HecMmoTtpst Ha To, 4TO (hopMa XKMBBIX OPraHU3MOB
COOTBETCTBYET YCIIOBUSIM MX OOMTAHUS, CAMHU YCJIO-
BUSI OOMTaHUS HEIIOCPEICTBEHHO X (hOpMy He oTIpe-
nenstior. B orHomeHuu hopMoodpa3oBaHUsI 3TO, Ha-
BEpHOE, TJIABHOE, YTO OTJIMYAET XUBbIE OOBEKThI OT
HeXUBHIX. bosee Toro, hopMa opraHn3MOB He Orpe-
JeJIsieTCsI JaKe UX COOCTBEHHBIM CTPOSHUEM, TaK KaK
CTPOCHNE MHOTOKPAaTHO M3MEHSIETCS B TEUCHUE OH-
TOT€HETUYECKOTO pa3BUTHUsA. OHTOTeHE3 MIpsSIMO HeE
CBSI3aH C TEKYIIMMU XU3HEHHBIMU TTIOTPEOHOCTSIMU,
XOJI €ro HalpaBjieH Ha oOecIiedeHre ITOTpeOHOCTEM
OpraHm3Ma Ha ITOCJICAYIOIIMX CTaausIX €r0 Pa3BUTHSI.
CrnenoBartesibHO, B MOp(doreHe3e HabII0gaeTCs TO 3Ke
SBJICHUE “OIlepeKaloiero orpaxkeHus” (AHOXUH,
1978), 94TO U B APYyTUX acHeKTax CYIIeCTBOBAHMSI Op-
raHu3Ma, O0beUHSIEMBIX ITOHSITUEM “TIOBEeAcHUE”.

YcTaHOBIEHHOE 11 MHOTOKJIETOUHBIX 3YKapuoT
U Ha VX Xe MpUMepe siBJIeHUe 9KBU(DUHATLHOCTHA OH-
toreHesa (benoycoB, 2005) cocTouT B TOM, YTO KO-
HeyHasi (hoopMa caMOTo OpraHM3Ma U ero yacreit Mo-
JKEeT NOCTUraTbCsl MHOXECTBOM pPa3HbIX CIOCOOOB.
®dopma sgBisSETCS PE3yNIBTATOM peam3allii paHee
BO3HUKIIIEH MOJIENM, a HE OCYIIECTBJICHUEM OIHO-
3HAYHOI CMEHBI cTanuii pa3Butus. KoHeyHast cra-
JIUsI OHTOTeHe3a B OOJIBIIMHCTBE CJIy4YaeB SIBJISIETCS
OoJjiee CIOXHOM, 4yeM Kaxknas u3 npeabiayinux. Ho
[0 CPaBHEHUIO C CYMMOI1 MpeabIAyIINX CTaAuil pas3-
BUTHUSI, BKJIIOYAs CIOCOOBI Mepexona MeXIy HUMMU,
KOHEYHasl CTaausi oOKa3bIBaeTcsl 0oJjiee IIPOCTOM.
MHbIMU clTOBaMU, CTOXKHOCTb MYTU TOCTUXKEHUS pe-
3yJIbTaTa MPEeBBIIIAET CJIOXKHOCTh CAMOTO0 pe3yJibTaTta.

DTO XK€ OTHOCUTCI U K MH(POPMAITMOHHBIM TIPO-
leccaM obecrnedeHUs MmopdoreHe3a. Moneaupona-
HUE IIPOMEXYTOUYHBIX CTaAWil U BEIOOP MEXKIY MX Ba-
puaHTaMM TIpeAriojaraeT oopaboTKy M pean3annio
MHOIo OoJiblliero o0beMa MHMOpMaLIUM, YeM TOT,
KOTOPKIN OIIpeneasaeT BUI KOHEUHOI (hOpMBEL.

Y MHOTIOKJIETOYHBIX 3YKapHOT UCCICIOBaHNIE
NpUYWH U3MeHeHUs (popMBI B prToreHese, a TakKe
COOTHOILIEHUSI B 3TOM Ipoliecce CIy4aiiHOCTH U Ha-
MPaBJIEcHHOCTHU 3aTPyOHSICTCS IIpephbIBAaHUEM H3MEHE-
HIST GOPMBI TIOJIOBBIM Pa3MHOXEHUEM, paHHEel nud-
depeHLIMaLuell KIeTOK, U30BITOYHOCTHIO ITOTOMCTBA.
MBbiMU cltoBamMu, cpeay MHOTOKJIETOUHBIX 3YKApUOT
HEBO3MOXXHO HaWTU OpPraHu3M, W3MEHSIOLIWI CBOIO
¢opMy (B SBOJIOLUMOHHOM M CHUCTEMATUYECKOM
CMBICJIE) B COOTBETCTBUM C M3MEHEHMEM BHEITHMX
ycyioBuii. Ha mytu o omHO# (hopMBI K ApyTOii Beerna
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OyzIeT MHOXECTBO OpPraHM3MOB, Pa3leIeHHBIX CMe-
HOM ITOKOJIEHU.

Ecnu paccmarpuBaTh 3yKapMOTHBIE KIIETKU Kak
CleMaIM3UpOBaHHbIE MHOTOKJIETOYHBIE TPOKAPH-
othl (I'yceB, IN'oxnepHep, 1980), To HUTK LIMaHOOAK-
Tepuit CllemyeT CYMTATh TakKKe MHOTOKIJICTOUYHBIMU
MMPOKApUOTaM1, HO MeHee CIeLMaTu3MPOBAHHBIMU
¥ MHA4Ye OpraHN30BaHHBIMU. MICXOIs 13 3TOro, MHO-
TOKJIETOYHBIC 3YKapUOTHI (= COOOIIIECTBO 3yKapHOT-
HBIX KJIETOK) 1 COOOIIIECTBO HUTYATBIX [IMaHOOAaKTe-
puii MOTYT pacCMaTpUBaThbCsI KaK OOBEKTHl OIHOTO
YPOBHS OpTraHU3allNU U, CJIEIOBATEIFHO, MOTYT OBITh
COITOCTaBJICHbBI MIPU UCCIIEAOBAHUM ITPUYNH U3MEHE-
HUsI OMOJIOTIYECKOM (hOPMEL.

Haubosee cymecTBeHHO TO, YTO TaAKCOHOMMUYE-
CKM 3HAYMMBbIe U3MEHEHUS (DOPMBI Y CTPOMATOJIUTOB
(MCKOITaeMBIX COOOIIECTB LIMAHOOAKTEepUil) MPOMC-
XOJSIT Ha IIPOTSKEHUHU CYIIECTBOBAHUS OAHOIO O0b-
eKTa (OIHOM 0coOM, B TOM CMBICIIE, HACKOJIBKO 3TO
MMOHSTHE TIPUMEHUMO K CTPOMATOJIUTAM).

Y coobuiecTB HMaHOOAKTEPUIA, B TOM YMCIIE UC-
KOITaeMbIX, (hopMa He SIBJISIETCS IIOCTOSTHHOM, HO OHA
BCeraa onpeaejeHHas Y COOTBETCTBYET, KaK U Y JItO-
0O0ro LEeJIOCTHOIO OpraHu3Ma, KOHKPETHBIM YCIOBU-
M cymiecTBoBaHUS. [10CKOJIBKY B reOJIOTMYEeCKOM
BpeMEHU, Hampumep, B TedeHue pudes (1650—
650 MJIH JIeT Ha3aa) YCIOBHSI OOpa30BaHUSI CTPOMA-
TOJIMTOB KapAMHAJIbHO He MeHsuch (CeMuxaTos,
Paaben, 1996), a ¢opMa ITOCTpPOEK M3MEHMUIACH
MIPUHIMUINAIBHO (PHUC. 8), MOXHO C OOJIBIION JOJIei
YBEPEHHOCTH pa3de/INTh BJIUSHUE HA SBOJIIOIMIO
CTPOMATOJIUTOB M3MEHEHUSI YCJIOBUM OOUTAHUS U
HakKoIUIeHHe MOp(OTeHeTUIYeCKO WHMOpMaun
OpraHu3MaMu.

IIpy oOpa3zoBaHMM cTpOMAaTOJIMUTA IUICHKA IIM-
aHoOOaKTepuii B Mpoliecce CBOEH KM3HEAeITEIhbHO-
ctu MuHepanusyetcs. Ilpu ce30HHOM 3achIlTaHUM
0CaJKOM HUTH II€peMEIaloTCsI Ha er0 MOBEPXHOCTh
1 00pa3yIoT CIASAYIOMINIA MIUTHEPATU30BAaHHbBINA CIION.
TakuM crtocoboM BO3HUKAIOT CTPOMATOJIUTOBBIE MTO-
CTPOIKHU, KOTOPHIE ITO3BOJISIIOT IIPOCIIEAUTDH U3MEHE-
Hue (OpMBI OTHOI IJIEHKX BO BpEMEHHOM MHTEpPBa-
JIe 10 HECKOJIbKMX OECSITKOB ThICSY JieT. PaznuHbIe
OTPE3KHU MOCTPOEK Yallle BCETO OTBEYalOT JUarHo3aM
paznmmuHbIX TakcoHOB (Kpsutos, 1975).

Takum obpa3oMm, B mIeHKe, 00pa3yolleil Hempe-
PBIBHYIO TIOCTPOIKY, MOXHO HaOJiomaTh Ipolecc,
OOHOBPEMEHHO HECYIIWii 4yepThl KaK OHTOreHesa,
TakK U (puiioreHe3a. MoOXHO MPEANOIIOXUTh, YTO CO-
o01IecTBa HUTYATBHIX IMAHOOAKTEPUIA HAXOOSATCS Ha
TeX BBOJIIOLIMOHHBIX CTAAUSIX, KOT/Ia TIPOLECChl OHTO-
u (prnoreHe3sa ee He nuddepeHurpoBaHbl. Ha atux
CTaIMsIX TaKKe elne He chopMUpoBaIach M SKBU(DH-
HaJIbLHOCTh MOp(doreHe3sa.

Eciu B citydae cTpOMaTOIUTOB TaKWe U3MEHEHUS
MOXKHO HEIIpephIBHO HA0JIIOJATh B TCUEHME ACCATKOB
TBICSTY JIET, TO Y COBPEMEHHBIX COOOIIECTB UX MOXKHO
HaOmogaTh B TeyeHue JyacoB. M1 B ToM, U B Ipyrom
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IMocTpoiika B 11e710M

CT0on0MuKM C CTonouKM ¢ CTonbukum ¢ Ctonbuku co CTon0uKM C
KapHU3aMu KO3bIpbKAMU YaCTUYHBIM CTEHKOM MHOTOCJIOMHOM
o0JeKaHueM CTEHKOH

Puc. 8. [IpuHiMnuanbHOe U3MeHeHNe (hOPMBI MU CTPOSHMSI CTPOMATOIUTOBBIX TIOCTPOEK BO BpeMeHH (B mHTepBase 1650 (R;) —

570 (V) MJIH J1eT).

ciydae ¢popMa 0ObEKTOB U CITOCOOBI €€ 00pa3oBaHUS
MOTYT SIBJISIThCSI TOJILKO Pe3YyJIbTaTOM M30UpaTeIbHO-
TO TTO3NITMOHNPOBAHUS HUTEI, a OHO HE MOXKET OBITh
JOCTUTHYTO 0e3 00Ileil Moaeu, co3aaBaeMoOil Kax-
JIOM 13 HUX, U 6e3 001X JIJISI HUX CITOCOOOB U3MEHEe-
HUS DTOW MOIIEIN.

JlaHHOE MOJI0XKEeH1E MOXHO MPOUJLTIOCTPUPOBATh
Ha HOpHUMepe JI000ro CTOJ04YaToro CTPOMATOJIMTA.
st o6pasyioliero ero coodIiecTBa MUaHOOAKTEPUIA
MoJie3HbIe CBOMCTBA TaKOI (DOPMBI OUEBUITHEI: O0OJIb-
I1asi 9YacTh €To IUIOIIAAM HaXOAUTCS OIMXKe K CBETY,
yeM ITOBEPXHOCTh 0CaAKa; YMEHbBIIIAETCsI 3aChIIIaH1e
COOO0IIIeCTBAa BHOBb BBIMNABIINM OCaaKOM; MHOXKE-
CTBO CTOJIOMKOB, HAIlpUMep B OMorepMe, TacsT IIpu-
JIOHHOE BOJHEHUE M T.n. Hawmmydmiuie yciaoBust s
WHIWBUIYAJIbHOIO CYIIECTBOBAaHMUS HUTEH I1Iv-
aHoOaKTepuil CKIaAbIBAIOTCS Ha ero BepinrHe. Eciu
OFBI ITOBeIEHIE HUTEH OIpee/IsIOoCh (OTOTAKCHICOM,
TO HUTH, HaXOsIIMecs Ha OOKOBBIX CTOPOHAX, CTPe-
MIUIMCH OBl K BEpIIMHE U CTOJOYATHIII CTPOMATOJIUT
IpPOCTO He MOT OBl oOpa3zoBaThcsi. ClemoBaTenbHO,
OCHOBOW MOBEJICHUSI HUTEH Mpu 00pa30BaHUU CTPO-
MAaTOJINTa SIBJISIIOTCS HEe WX WHAVBUAYAJIbHEIC IT0-
TpeOHOCTH, a MOJEJIb 0011Ieit (hOpMBI COOOIIIECTBA.

Pazobmenne coodmiecTBa InaHOOaAKTEpHif HA OT-
JIeIbHBIE HUTU TIpU 00pa30BaHMM KaxKIOTO HOBOIO
CJIOSl CTPOMATOJIUTA M COXpaHEHKe OOIIEero Harpas-
JIeHUsI U3MeHEeHUsI (DOPMBI CTPOMATOJIMTA TOBOPST O

TOM, YTO HOCUTeJeM MHPopMaluu 00 M3MEHEHUU
¢dopMBI CTPOMATONIUTA SBJISIETCS HE COOOIIECTBO, a
Kaxnasi OTAeIbHAasi HUTb.

Ecnu paccMarpuBath Takylo 4YepTy CTPOCHUS
CTPOMATOJIUTOB, Kak BeTBieHMe (PaabeH, 1969), To
KOHEYHBINM ero pe3yabTaT SBJISIeTCS BIOIHE (hU3mno-
JIOTUYECKU OCMBICJIEHHBIM IUISI COOOIIEeCcTBa IIM-
aHOOAKTepuil, MOCKOJbKY MO3BOJISIET MOAIEPXKUBATh
OINTHMAJIBHBIE TIPOTOPIINHN MOCTPOKN. OTHAKO Ha-
YyaJbHBIE CTAIWM, HAYWHAsI C BETBJICHUSI MaKYIIIKH,
BBITJISIASIIET0 KaK HeOOoIbllIue HEPOBHOCTH, (DU3UO-
JIOTUYECKOTO CMBICJIAa B MOMEHT OOpa3oBaHUSI He
MMEIOT U OOCTYyXXMBaIOT Oynyiiue coctosHus. Ilpu
BETBJICHUU MOCTPOMKU “Orepekaroliiee oTpaxeHue”
orpenessieT W30MpareslbHOe ITO3UIIMOHUPOBAHME
Huteii. Ce30HHas cMeHa YCIIOBUI, OTpakalolasics B
BUJIE YepeIOBaHUS CIOEB IMOCTPOMKHU, U pa3o0IleHUe
COO0O0IIIeCTBa MPOMCXOIAT MHOXKECTBO pa3, OTHAKO
Mojeb MopdoreHe3a ocTacTcsl CTAaOMIbHOM.

CTpOoMaTOIUTHI TTO3BOJISIIOT CYAUTh O IIOBEICHUN
UaHOOAKTEPUIl TOJILKO MO ero nmocjaeacTsusMm. Io-
BelIcHNE ITMaHOOAKTEpUii B COBPEMEHHBIX COOOIIe-
CTBax MOXHO Ha0JIroAaTh HeMocpeaCTBeHHO. PaszHo-
o0pasre BO3HUKAIOIIUX B HUX CTPYKTYP COIMOCTABU-
MO ¢ MOP(}OJIOTUIECKNM pa3HOOOpa3reM 3JIeMEHTOB
MOCTPOEK, HO OHU COBEPIIIEHHO Apyrue. 31ech Takxke
HAOJTIOMAIOTCST SIBJICHUSI U30UPaTeIbHOTO MO3UIIAO-
HUPOBAHMUS U OIlepexarollero orpaxeHnus. Tak, Ha-
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KOOPIUHALIMS MOP®OTEHETUYECKOM AKTUBHOCTHMU...

npuMep, Ipu oopaszoBanuu Tska (Cymmaa, CymuH,
2013) mpoucXoauT cMeHa HECKOJIbKUX CTPYKTYp, B
MOMEHT UX OOpa30BaHUSI HE HECYIIUX (PYHKIIMO-
HaJIbHOM HAarpy3KW HU B OTHOIIIEHUH CAMUX HUTEM, HU
B OTHOILLICHUM coo01IecTBa. PU3MOIOrMYecKOoe 3HaUe-
HUE VIMEET TOJIbKO (DYHKIIMSI KOHEUYHOMI CTPYKTYPhI —
repeMelleHUe WU 3aKpeTIcHUe COO0IIeCTRa.

SAKJTIOYEHHUE

KoopnuHauus MmopdoreHeTu4eckoii akTUBHOCTU
B COBPEMEHHBIX U MCKOIIAEMBIX COOOIIIEeCTBaxX IIM-
aHOOaKTepuii MOXET MPOXOIUTH KakK 6e3 hopMUpo-
BaHMsI MOP(OJIOTMUYECKU BbIPAKEHHOM CITeIaI3UPO-
BaHHOM YIIPaBJISTIOIIEH CUCTEMBI, TAK Y IIPH €€ HATY.
Vrpapiimionast cucTeMa I03BOJISIET OCYIIECTBIISITD IIPO-
1ecchl (hpopMOOOpa3oBaHUsI HAaUOOJbIIeHH MHTEHCUB-
HOCTU — IPU BBICOKMX CKOPOCTSIX IIpeoOpa3oBaHUsI
GOPMEBI COBPEMEHHOTO COO0IIeCTBa U 00pa30BaHUN
MCKOITaeMbIX MOCTPOEK C HauboJjee CIOXHON MOop-
doiorueii.

M mMopdoreHe3 B 11e710M, 1 caM Ipolecc oopaso-
BaHUS MOJWUTOHAJIbHOW CETUM MMEIOT TeJeOHOMUYe-
CKMIi XapakTep.

Bripaxxaem cepueunyto 6;i1arogapHocTts B.B. Ane-
muHy, O.A. Koknraposoit 1 B.K. Opineanckomy 3a
LIEHHbIE 3aMeYaHus 1 KOHCYJIbTALlU TIPY MMOATOTOB-
K€ CTaTbU.

CIINCOK JIMTEPATYPbI

Anoxun I1L.K., 1978. ®duinocodckue acreKTbl TeopruH
dyHkumoHanbHOI cuctembl. M.: Hayka. 399 c.

Acnanuou K. B., 1998. DiekrporeHe3 B HEBO30OYIMMBIX
MHOTOKJIETOUHBIX cHUcTeMaX. ABToped. IUC. ... TOKT.
¢mu3.-mar. HaykK. [lymumo. 48 c.

benoycos JI.B., 2005. OcHOBBI 0011eit sMOpuogorun. M.:
MTY. 367 c.

bBpodckuii B.A., 2009. TlpsiMble MeXKIETOYHbIE B3aMMO-
NeCTBUS U “colMaibHOe” MOBeAeHNE KIETOK MJIEKO-
MUTAIONINX, TIPOTUCTOB U OGakTepuil. Bo3moxkHbIe
OPUYMHBI MHOTOKJIETOYHOCTU // Onrorenes. T. 40.
Ne 2. C. 97—106.

byp3un M. 5., 2003. MuxkpoopraHu3Mbl B UICKOIaeMO Jie-
tonvcu. [IpakTudyeckue 3aHSITUSI TIO BKOJOTUM MMK-
poopranusmMoB. M.: MAKC Ilpecc. 26 c.

Bracos @.4., 1970. AHatoMust 1 MOP(DOJIOTHST CTPOMATO-
JIUTOB paHHETro M CpedHero MpoTepo3ost FOxHoro
Vpana // Marepuanabl MO IaJ€OHTOJOrMM Ypaia.
Ceepmiosck: YO AH CCCP. C. 152—175.

Bracoe @.4., 1977. JokeMOPUIICKHE CTPOMATOIUTHI U3
caTKMHCKOM cBUTHI FOxHoro Ypana // Marepuaisl 1o
MaJICOHTOJIOTUHU CpeaHero najeo3os Ypana u Cudupu.
Csepaiosck: YHII AH CCCP. C. 101—125.

T'epacumenxo JI. M., 3asapsun I'.A., 1993. PenukroBblie LM-
aHoOakTepuaibHble coobiiectBa // [1pobiembl 3BO-
JIIOLMY BeIyILIMX KOMIIOHEHTOB Ouocdepnl. M.: Hay-
ka. C. 221-252.

T'epacumenxo JI.M., Opaeanckuii B.K., 2004. AKTyanuctu-
yeckas rnajeoHTojiorus nuaHobaxkrepuii // Tp. Ua-Ta

XYPHAJI OBIIIEM BUOJIOTUM  Ttom 81 Ne 6

2020

419

mukpobuonaorun uMm. C.H. Bunorpangckoro. Beir. 13.
C. 80—108.

Tepacumenko JI. M., Opaeanckuit B.K., 3asapzun I A., 1989.
I'eoxuMuyeckas nesITeIbHOCTb BOIOPOCel B KaJlb/ie-
pe Y3on (Kamuarka) // KanboepHble MUKpOOPTaHU3-
Mbl. M.: Hayka. C. 45-72.

Toaybes C.H., Toaybes C.C., 2009. B3rsin Ha huznyecKuii
MUKPOMUP € Mo3uliuu 6uosora. Braguocrtok: Jlanb-
Hayka. C. 174—201.

Topronosa C.B., 1955. fIBneHue XMIIHUYECTBA y CUHE3eJIe-
HbIX Bopopochei // Mukpoobuosorusi. T. 24. Ne 3.
C. 271-274.

Ipeuenko T.H., 2012. buonornyeckrue MeXaHU3MbI COLIA-
Ju3auuu // DKCIepUuMEHTAIbHBII METO B CTPYKTYpe
TMCUXOJIOTHYeCcKOro 3HaHus. M.: MH-T mncuxonornu
PAH. C. 816—821.

Tycee M.B., I'oxaepuep I'.b., 1980. CBOOOOHBII KUCTOPOI U
saBomonus Kietku. M.: MI'Y. 223 c.

Tyces M.B., Huxumuna K.A., 1979. lnano6akrepuu. M.:
Hayxka. 228 c.

Enenxun A.A., 1938. Cunesenensie Bogopociau CCCP. M.;
JI.. AH CCCP. 984 c.

Epmunosa E.B., 3anyykas XK. M., Jlanuna T.B., 2004. Ilo-
IBWXXHOCTb U TOBeIeHWEe MUKpoopraHuamoB. T. 1.
IMpokapuotsl. CII6.: U3n-Bo CIIGI'Y. 170 c.

Komap B.A., Paaben M.A., Cemuxamos M.A., 1965. KoHo-
¢uronsl pudes CCCP n ux crparurpaduieckoe 3Ha-
yenue // Tp. THH AH CCCP. Boim. 131. 72 c.

Kporroe U.H., 1975. Ctpomaronutsl pudes u daHepo3ost
CCCP // Tp. THH AH CCCP. Brim. 234. 243 c.

Kynpusnosa E.B., Ilponuna H.A., 2011. Kap6oaHnruapasa —
depmeHT, npeobpasuBLIMii Guochepy // Pusznono-
rus pacteHuii. T. 58. Ne 2. C. 163—176.

Macnoe B.I1., 1960. CtpomMaToNUThl (MX T€HE3UC, METOMI
W3y4eHUsI, CBSI3b ¢ (PallMsIMU U Te0JIOTUIECKOe 3HaUe-
HMe Ha mpuMepe opaoBuka Cudupckoii raTt¢opMBbl).
M.: AH CCCP. 187 c.

Mennep B.B., 1962. bBuoctpaturpaduveckie OCHOBBI CO-
TIOCTaBJICHUST MOPCKMX, JJATYHHBIX 1 KOHTUHEHTAJIb-
Heix ceut // Tp. THH AH CCCP. Bgim. 65. 375 c.

Onpenenurenb 6akrepuit bepmku, 1997. M.: Mup. T. 1.
C. 375—4009.

Opaeanckuii B.K., I'epacumenxo JI.M., 1982. JlabopaTop-
HOE MOJeJIUpOBaHUE TEPMOMUIBHOIO IMaHOOAKTe-
puajabHoro coobiiectBa // Mukpoouosnorus. T. 51.
Ne 4. C. 538—542.

Ilempos I1.10., 1996. Monenb MopdoreHe3a CTpoMaToIN-
TOB // JluTonorust U moJjie3Hble UcKomaeMbie. Ne 3.
C. 258-269.

Ilempoes I1.10., 2002. MukpoOHbIe MaThl I MUKPOOHO-MH-
HepaJbHbIe CUCTeMBI ToKeMOpus bakTepuaibHas Ia-
JIeoHTOJIOTUsA. MHCTPYMEHTBI, METONIBI U 3ada4 acT-
pob6uonoruu. M.: ITMH PAH. 60 c.

Ilunesuu A.B., 2009. Mukpo6uosiorus. buosnorus npoka-
puotos. T. 3. CI16.: U3a-Bo CII6I'Y. C. 339—-343.
ITomanoea T.B., 1990. DHepreTnyeckue hyHKIIMU TPOHU -
IaeMBIX MEXKIIETOUYHBIX KOHTAKTOB. ABTOped. IUC. ...
IoKT. 6uot. Hayk. [Tymmuno: OHTUW HIUBU PAH. 30 c.

Paaben M.E., 1969. CrpoMaTojuTBl BepxXHero pudes
(rumHoconenunsl) // Tp. TMH AH CCCP. Boin. 203.
100 c.

Cemuxamoe M.A., Paaben M.E., 1996. JuHaMuKa riio0aib-
HOTo pa3HoOOpasusi CTPOMATOJIMTOB IIPOTEPO30s.
Cratbs 2. Adpuxka, ABctpanus, CeBepHast AMepuKa 1



420

o6wmii cunres // Crpaturpadus. ['eos. koppensuusi.
T.4. Ne 1. C. 26-55.

Cymun JI.JI., Cymuna E.JI., 2017. MopdoreHe3 Kak dpak-
TaJIbHasl OpraHu3alius MoBeAeHUs // DBOMIOIIMOHHAS
¥ cpaBHUTeIbHAs Icuxojiorusi B Poccun. M.: Koruro-
Hentp. C. 104—116.

Cymuna FE.JI., 2002. JlabopaTopHble HaOJIOACHUS Hal
KYJAbTYpOi IMaHoOaKTepuii 1 mpobiieMa MopdoreHe-
3a CTpOMaTojuTOB. bakTepuanbHasl MaJeoOHTOOTHSI.
HMHCcTpyMeHTBI, MeTOAbl M 3amayd acTpoOMOJIOTHUM.
M.: ITUH PAH. 75 c.

Cymuna E.JI., 2006. TloBeaeHre HUTYATBHIX LIMAHOOAKTE-
puii B 1abopaTtopHOii KyiabType // Mukpoouosorus.
T.75. Ne 4. C. 532—537.

Cymuna E.JI., Cymun /1.J1., 2013. MopdoreHes B cooOliie-
CTBE HUTYATHIX IMaHOOakTepuit // OHToreHes. T. 44.
Ne 3. C. 203—-220.

Brahamsha B., Devaki B., 2013. Motility in unicellular and
filamentous cyanobacteria // The Cell Biology of Cya-
nobacteria / Eds Flores E., Herrero A. Caister: Aca-
demic Press. P. 233-262.

Campbell E., Hagen K., Meeks J., 2015. Genetic analysis re-
veals the identity of the photoreceptor for phototaxis in
hormogonium filaments of Nostoc punctiforme // J.
Bacteriol. V. 197. Ne 4. P. 782—791.

Cho W., Gonzales Y., Harwood T., Huynh J., Hwang Y. et al.,
2017. Dynamic localization of HmpF regulates type IV
pilus activity and directional motility in the filamentous
cyanobacterium Nostoc punctiforme // Mol. Microbiol.
V. 106. Ne 2. P. 252—-265.

Hoiczyk E., Baumeister W., 1997. Oscillin an extracellular,
Ca?"-binding glycoprotein essential for the gliding mo-
tility of cyanobacteria // Mol. Microbiol. V. 26.
P. 699-708.

Hoiczyk E., Baumeister W., 1998. The junctional pore com-
plex, a prokaryotic secretion organelle, is the molecular
motor underlying gliding motility in cyanobacteria //
Curr. Biol. V. 8. Ne 21. P. 1161—1168.

Khayatan B., Meeks J., Risser D., 2015. Evidence that a mod-
ified type IV pilus-like system powers gliding motility and

CYMMWHA nu np.

polysaccharide secretion in filamentous cyanobacteria //
Mol. Microbiol. V. 98. Ne 6. P. 1021—1036.

Krumbein WE., 1983. Stromatolites — the challenge of a
term in space and time // Precambrian Res. V. 20.
P. 493-531.

Riley K., Gonzalez A., Risser D., 2018. A partner switching
regulatory system controls hormogonium development in
the filamentous cyanobacterium Nostoc punctiforme //
Mol. Microbiol. V. 109. Ne 4. P. 555—569.

Risser D., Meeks J., 2013. Comparative transcriptomics with
a motility-deficient mutant leads to identification of
novel polysaccharide secretion system in Nostoc puncti-
forme // Mol. Microbiol. V. 87. Ne 4. P. 884—893.

Risser D., Chew W., Meeks J., 2014. Genetic characteriza-
tion of the hmp locus, a chemotaxis-like gene cluster
that regulates hormogonium development and motility
in Nostoc punctiforme // Mol. Microbiol. V. 92. Ne 2.
P. 222-233.

Shepard R., Sumner D., 2010. Undirected motility of fila-
mentous cyanobacteria produces reticulate mats // Ge-
obiology. V. 8. Ne 3. P. 179—196.

Sim M., Liang B., Petroff A., Evans A., Klepac-Ceraj V. et al.,
2012. Oxygen-dependent morphogenesis of modern
clumped photosynthetic mats and implications for the
archean stromatolite record // Geosciences. V. 2. No 4.
P. 235-259.

Springstein B., Woehle C., Weissenbach J., Helbig A., Dagan T,
Stucken K., 2020. Identification and characterization of
novel filament-forming proteins in cyanobacteria //
Sci. Rep. V. 10. P. 1894.

Tamulonis C., Kaandorp J., 2014. A model of filamentous
cyanobacteria leading to reticulate pattern formation //
Life. V. 4. Ne 3. P. 433—456.

Ursell T., Man R., Chau W., Wisen S., Devaki B., Casey K.,
2013. Motility enhancement through surface modifica-
tion is sufficient for cyanobacterial community organi-
zation during phototaxis // PLoS Comput. Biol. V. 9.
Ne 9. P. €1003205.

Walter M.R., 1976. Stromatolites. Amsterdam: Elsevier. 790 p.

Coordination of morphogenetic activity in modern
and fossils communities of cyanobacteria

E. L. Sumina® *, D. L. Sumin®, A. N. Kharitonov¢, T. N. Grechenko*
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The phenomenon of morphogenesis was previously studied primarily in eukaryotes, in which it acquired de-
veloped and stable forms. For this reason, the emergence and formation of morphogenesis in eukaryotes is a
reconstruction area. The communities of filamentous cyanobacteria allow us to directly observe the initial
stages of morphogenesis. At a high rate of morphogenetic processes modern cyanobacterial communities
form a specialized system for managing morphogenesis, a polygonal network. The coordinated behavior of
filaments of cyanobacteria is provided by complex electrical communication. The micro-relief of the surface
described earlier in stromatolites may be a manifestation of a similar system.
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