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ANTFOYVARERERUBRWRIAEZEREE Y 7 /NI TU7
Leptolyngbya boryana : $iTc iR ET IV 7 /NI FUT DlgEE

BE #—", WA s, B 52V

2024 % 12 B 2 B%f4, 20254 1 B 6 HXIE

Leptolyngbya boryanald, 5K T /N7 7V T7THY, N7y A MEpbEd, #Hik )
REICBOWTEERENICAETTAIENTE S, /2, BEEHICBVWTL 7 Va— 2k Lok
AL CHBRBENICAETTAIENTELI LD, BAERAEFIEREZ RV ZE RGO EEEAEET
bb. &7 ARFIBBEGFEATH Y, BRELED L FEAHIC L )V BERIRSTTETS 5.
DX MR —FZRLRKERHARBLOL R =5 —RDHHTE, FF VARV VEREAIC
X B ERAZF RN D W RETH B. AR TIX, L boryana®D ¥ L 5256 (a7 4 VAR, %
FEE, MESVNE, PERKAERICET 55 TSN BLOSEEEMEOFEEZHNL, 4
DRLIZONWTIRR S,

The nonheterocystous filamentous nitrogen fixing cyanobacterium
Leptolyngbya boryana: Potential as a new model cyanobacterium

Yuichi Fuj ita', Haruki Yamamoto', Mari Banba'

Leptolyngbya boryana is a filamentous cyanobacterium that can grow diazotrophically without heterocyst
differentiation under anaerobic (microoxic) conditions. Since L. boryana can also grow heterotrophically in the
dark using respiratory substrates such as glucose, mutants lacking photosynthetic growth capacity can be isolated.
The genome has been sequenced, and L. boryana is transformable by electroporation or conjugation. Shuttle
vector, reporter, and transposon mutagenesis systems have been established in L. boryana. Using the L. boryana’s
characteristics, molecular biological studies on chlorophyll biosynthesis, nitrogen fixation, extracellular vesicles,
and heterotrophy have been conducted. In this paper, the characteristics of L. boryana, research examples and

methods of nitrogen fixation studies are presented, and prospects are discussed.
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ST T YT, MW & UERE 2 MRS A E AT
I EMEMTH S, #ALIZIE, HES T I TFYTO

—REEH, A EAZAEY OMIIZHY A F AN LR
EHLT, BERMEE ot EAONL, INETICE
TN T N7 7)) 7 & L TSynechococcus elongatus PCC
7942 %> Synechocystis sp. PCC 680338 & UNdnabaena sp. PCC
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1 : A. L boryana (FRFEFN) L EFNY T /N7 57 73F
Synechocystis sp. PCC 6803 (5§ 4 Fl1), Synechococcus elongatus
PCC 7942 (HLZ&H)), Anabaena sp. PCC 7120 (#ZeFl, ~7
Ty A L)

B-E. L. boryana (£2#EEEICELEF MM ERIFETHEF)
E|HRRZHH (B, D) & AEEREAER M (C, E) ROk - @ikt
FfEc2l B AR Lz, BIREFE T OBI% T 5 &, LAE
Fruuz4, 7437 =)L HEAEITRTOMN
B TBlgt s (D, E), @EBEAFIICH AR OEIHE
FHENTWBEZ DM 5.

TI20H3A < AR BRFEEM IR SN TE /2. £
OWT, Bz biE, KRRV T 287 7 T Leptolyngbya
boryana (IH%:%, Plectonema boryanum) % Fi\C, BEFDE
TNTT /N T) TSR W EE, L ed 50T
W EIEIE B L C & 72 RETIE, L. boryana®D§
BEMEH B L CERFEEMEOHELHML, 5%
BEIZOW TR,

2. WREEEEHY

L. boryanal, MNAS—HNZO%dh o 72 F FAHEIR IS 5E
LT KRR YT 732 7)) 7Ch 5 (K1), Mg,
BEAQ2 pmD L, =& D ITITE UHREOMEIE T, 5

nE, By BR

PN BT L% CHEBIRITO %Y, SHRIRIK (trichome)
I 5. Anabaena sp. PCC 71200 52 IRARIZ LR B &
Nz )M, —D ORI & AT b Synechocystis sp. PCC
6803&k D AL/ v, HREERMATLIH LM T
by, ~NTRYAMERELEY (KIB). ¥ 7 /N7 T
V7 O L (Rippka et al. 1979) Ti&, JERERFFRIC
oW T5D DSectionlZ /M X N5 : Section T (),
I (BERAR, ~o A MEED, I GriIRME, fifusbz L),
IV GRiRtE, ~7a v Mt 5% L), Vv GRRME,
AT YA NME, DB Y ). L boryanal I FERENAF D
5 Section MNIZ /SN 5.

L. boryana IAM M-1011%, #KMERETH D, BG-1155H),
30C TG T CRE T 5 L E AWM KRBT AEF T
5. BIZIE, FEHE20 ~ 50 umol/m’/sHEJE D YGRS T Tl
REE TR & ) Ki 389 5 & HATKFHS.5 days THE WIS
HFHT S (Fujitaetal. 1992). X ) RLEFEE L7201
1E, COZ2%ME & Tr22 5 Tl L, JilE 2200 pmol/
m’/sHEE F T 1A & IARRERIRI6 ~ 7 hTHiGiE S 5 (Fujita
et al. 1998; Yamazaki et al. 2006) .

3. EEFCORBERE

L. boryana D EE LR IFE O — DO W E IR RIEGETH 5.
Synechocystis sp. PCC 6803 Cl, WEHIHEIE RFEER = HERE
T 5702 HS 5 REOIRE 2 LE L 5 2 6L
fit Jg %% #% (Light-activated heterotrophic growth; LAHG) &
V) BRE R 72 fEE 2242 H % 7”3 (Anderson and Mclntosh
1991) %%, L. boryana® Wit { REAET TIEZD L9 %
JCHBEHI L EE L L. L boryanald30 mM 7 )V 2 — A %
& OBG-1155# (BG-11Gle) 12 TRAME AT CHEE KT I
BIAHIENTEL, RFRELTZVa—-ZDIHNZ, V
A=A, AZU0—RX, ¥y=F—=, V=X, T
J b=AEPFHTE, TNV a— %Mo 72k #T
WAL REE] 2312 days& iy S LT A (IU-594%k, White
and Shilo, 1974). L. boryana IAM M-1011%, BG-11GIciiff
FEH S TR IERT 103 h (4.3 days) TGS % (Fujita et al.
1992). X ) REEFTE ZWTEISHKZRL 72012, ¥
AP % WO SR AE S TR (40 days) i35 2 &
TdgSHRA KX 72 (Fujita et al. 1996). dg5 1%, BFArHt
B KA TOMMRRM A5 hEF L, HRF T ToNERK
WCEBEFTEBREECPR LN RV, ZO0, dgs
DEAER L LTSNS 2 £ A%\ (Fujita et al. 1996,
Kada et al. 2003).
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4. EXREE

L. boryana® b 9 — DO O HIE, EHKEERTDH 5

(Stewart and Lex 1970). &8 32 [ % UG & fill it 5 2 B =
FETF—EABEICL o THS 2 IIAEHALLTL £
IMEE DD, BERTHREIEL ST /NI T
TIRBWTED I IR E BHREEZ ML S50
B, Wb LMMHENT K7 AR DL ) IRET L0
POV EERBEE L, T, HICESE P OBE IS
TP DOADMOEREEEWE IR ALY T
N7 T)TEADBMTH L. T /N0 7)) T OMRE
NG R AR HMT AL LCld L <MBNTWS
D, BREEIHLLMEAT a2 2 M LI X 5,
JE L R E & OZERFEEETdH % (Zeng and Zhang
2022). A7 YA ME, FEOHIBEEC X o THRE D
AEREIIL, BMEFR0%E % C L CHBN TR 2 5/E S
9, MBEOECIFEIEEIC L ) b T2 eBEDBRE
FTHIET, = baFrF—EREBTE 55 % EERN
WREZIEYD Y. SOV AT AKX, Anabaena sp. PCC
TR0 HED ETEANTOYAMEEEY 7 /N7 7)) T
E, EEOZRT QI%MRE) LV ) HXRIMEREETH EHR
BEDSTTEE L 2o TWn 5.

ANF O YA N ZESEL W SRIRVERLL. boryanald 58 %
BEAEBICIIMANERE 2 L% L 3 % (Stewart and Lex
1970). 7272, BERSMICBWTHIAMIC X 2 BERA
kAT % 720, IEREIEMEFA (microoxic) BidE & B
FTHRENPD LNV, YFFFHA b~ (Y F4 V) b
VL) RIS S Einvivo= b B2 —BiEEAKIEIC
{25 & L 5 (Nagatani and Haselkorn 1978). ZhiZ Y F F
TAMPBEZREEIRET LI LICEI DR EHERES
ns.

—7J7, BEBEEEMICRELTIT) 2 LT, hHmE
ERMEE L X RHMICHEEL CHBENRT N7 A2 HRMHT
B EEIE S A 5N T v b (Mitsui et al. 1986; Grobbelaar N. et
al. 1986). TNHDT T /N7 7Tl BREETE
EOUE BAGVEAES 4 B & H A CIEPEAE NV ISR H I
WET 2L, WFELMHY) XAATHEISTnE. 2
@ X S5 %, L. boryana UTEX 59412 B\ T b Hils X
N<CTw5b (Misra and Tuli 2000). %8B, ~"N7a2T R b %4
ELWY 7 282 7)) 7 OEREEE, BE (IFR)
BEi2 %955 47 (L boryana), MARBERETIZHBWT
BEH Y X 2 H#CHBICRE S NS ¥ 4 7 (Cyanothece),
IFRWBRBECHWIZRE SN S ¥ 4 7 (Trichodesmium)
W e HRERICERES NS 5 4 7 (RRMED~ v b

D Synechococcus) & ZRVED L S % (Bergman et al. 1997,
Stal and Zehr 2008) .

5. ¥/ LR

L. boryana® ' 7 K%, FELRBIRT 7 & (6,176,364
bp), 1DODHEIKRTF A I F (pLBA, 77,793 bp), 20D
WIR 72 2 3 F (pLBX, 504,942 bp; pLBY, 44,369 bp) 7>
SR XN B, Synechocystis sp. PCC 6803 (3,573,470
bp; Kaneko et al. 1996) X Gloeobacter violaceus PCC 7421
(4,659,019 bp; Nakamura et al. 2003) X D H 22 % ) K& W
A5, Anabaena sp. PCC 7120 (FEZEBIRT / L 6,413,771 bp;
Kaneko et al. 2001) X ) /N X,

dgSD 7 7 Mg b irbi, $AERMSY ) AL O ERIC X
D dgSOBEFIEIRREAEFN L2 b 720 LB RI e S
T2 (Hiraide et al. 2015). ¥pAEAI L dgsSD 7 7 LR
BHIOFENE DT A3 7 A 20D I E R & 3EIEA)
THY, ZoHb, Y My Uleyk I— KT 5EE oM
(LBWT 49050) ® 2 — FHEBOUIEEFA (7L —203 7
MZ &Y ptMASFERER D) A%, BEHI CORIEREAEF 21
LFEELHENERTHD. ¥ N7 U LeyDBEREIL F 724
TdH 5HAHY, Synechocystis sp. PCC 6803 T D cytM/K KK D i
Wids, ¥ M7 ahedZ IV a— AfEE T IZBWTOLA K
EIPIRETAZEROL By 7 ZHENCED S LR SR
% (Solymosi et al. 2020).

T ARHORER, MOLL DT I NI TYTICE
\F %, L. boryana® 5 MW 2 AL E AT AN Ao T E
7z (Shih et al. 2013). FIZHIILIEREIZZD < LY 7 5348
TlSection & SNT &2, SAFDOLKR T T /Ny
7)) 7 CES N7z 41 R (Shih et al. 2013) T, L.
boryana 1% Geitlerinema sp. PCC 7407 % itigfli & 3 5 %7 7
L — FDIZfL@ERHT 5N 5. F72, KomérekH 12 & % 434
Tl&, Synechococcales H 125738 & LT % (Komarek et al.
2014, JHH S 2022). ¥ 7 /N2 7)) T O5EI T PR
ERERIHE L, FORTHHFITL. boryanat £ {7z
RUEDOBREOREIIL RME R L TBY, RIZGEIHET S
nTwiw, ©F 0, Leptolyngbya \» ) JEX%4TH > T,
HICHEM LB IS E A s hTwnb -0, B
LT THWIZREIEWEBRTH L LT LIV
ABRVWZ EIZEEYET D, B, L boryana IAM M-101
LIFIE[— & Bb B HkIE, PCC 6306 (ATCC 27894) (Shih
et al. 2013), PCC 6402 (ATCC 27902), PCC 73110 (ATCC
29407) (UTEX 594 (IU 594)) (Schrautemeier et al. 1994),
PCC 7410 (ATCC 29136), PCC 7505 (ATCC 29170), NIES-
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A. I/ ARL— a3V

I, A4 yNBEF
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BERSILR P E. coli $17-1 Apir
K ¥
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. T <o T [ < T}
\/ ‘ —misx \\/ 4 \\\ 7 e —
VA \\\ /'/\\ Vi A N

) )
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<

(T

=

BIEFRE®K
K2 : L. boryanaD TGz =1L 7 vbaRLb— a3 Vg (A) &
A1 (B)

2135 (Hirose et al. 2021), UTEX 485 (Yamazaki et al. 2006)
Thh.

EIEFIREOEBIM

6-1 IL7bORL—YaVICLBHERTR

L. boryanaD R EipiE, BRELE(ZL 7 buKRL —
T a )l oTEr9H (M2A, Fujita et al. 1992; Tsujimoto et
al. 2015). JFEBMET 2 KIS AR KOHEZ, 73,
¥ =7y MEET EFEAMEEETF Ol L7 7 A3
FEMEL, Th2BEBREILBEICI o THIIZEAL,
MIBATTIAIRET )ALy =7y M#faT L0
ARz 2R L, EAIMYEC®EkL <
W3 2. ARSI, 79 A3 F (B 50 LohilREEE
LFZ X AL 5) iR e MlEEE R AL, ER
VA (BH12.5kV/em, g9 ~ 11 msFEEE DI FEN /S
VR) #H52528T, 79AI FEMIISEAT S, /8
VAR, FERIFERIMO W e T24 MEERE L 720 b,

nE, By BR

A 2 a ORISR L, WRMACREL MRS S &,
LEMA»SI0HBE CEARE o= L 5. 727251,
BRI =121k, 79 A3 FLo22o05 7 A4[H
HIRDO—FTORT ) L EfMMPbBLI LT, 7IAIF
GARD 7 DAZHLY A F N7z — IR 2 AR S
M 2% (Fujitaetal. 1992). I =— PCRECTHEZRL, —
BRI 2 AR Z BRI L, HIE 2 a2 A2 R/ ik L
=7y MEBTFREMKRETS. 2, TYETY VI
9B R ERT S (X7 —HkoT Y ¥ Vit
PEBIET- Db T VD) & & Tk 2 k2 ®ikdT %
LB TEL(63, KIBH).

6-2 EEEICK DR EER

FRoOBRELEICMZ, &Kk, EHEICIIEE
W24 WE . X 72 (X2B; Hida et al. 2024). ¥ — 4" v b
BIRT 252 L) ICERMEREETEZEALLS
FAIVNORy ¥ =55 %, BEMT T A I FpZID29a
(Masuda and Bauer 2004) (ZE &2 7275 A I N& R4
T5. TOTFAI FERBRBE. coli S17-1 ApirlZ3#E A
A. pZID29alX, Mpirll 2 — K &N bny ¥ 87 B
L CH X N B S oriR6KE 3 572, E. coli S17-
1 Mpir TIRHEFF SN D25, Wpire H L7 \WE. colie T /N
77) 7 OMBTIIER SN R VZOREIHESNE
W, ZDOT T AI FEHET 5HS17-1 Apirk L. boryanailifia %
RETHIET, B#EENLTT I AI FEE colit>HL.
boryanafiliiB\Z3BE AT 5. 75 A I N Eo—J7 O [EHIE
ZAL7z—BAMHFAMEZICE > TT I A I FaEREr s
LTI A S 7o — IR 2 AR % SRR PR LS & 0 3k, HuEE
5. pZID29aD Ry ¥ — 5 A 7 1 — R R EHSUWE
LN B IEFE D EIEFsacBAIT— FENTEY,
— AR 2 ARIEA 70— ARZ R R, — LR 2 R
ZBWT, b9~ OMERYIHT 2 B oMk z A5k
ZhE, FIANSLTTAIRBEEIN, sRSh/zy —
Ty MEIETOIE =200 ) A RISEREN, =7y
MEETREESE SN D, BRI, — B 2R
FAzT—A (5%) ZEHOBG-1IICHEML, 227 a—
AT MR % B 5. BEEE, -7y MEETRE
WEBL72012, 2H0OEKZLELET LD, Zo—7,
TR O FEEIERMEE, RROBERELBEIIRD LliHET
HY, MLTLYZL OREBERAEISEONDL, T
AT, sacBIZ X BB AR L7z, SEHN A
FrEHVRWSY =7y PRIETFRIBHR (37— — LV AZR
) DOHBEDTHETDH 5.
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&1 L boryanaTHIH T & B HUAMHE & THEEIRT

UM H IR (ng/ml) BIZT4 FEF PR fn - ok ZE R
Vi 15 neo pKC7 Rao and Rogers 1979
a7 57 =a—) 25 cat pBR325 Walton et al. 1993
ANTIRA T * 10 aadA pKUT-Tn5-Sm/Sp Watabe et al. 2014
TN R 0.5 bla pUCI19 Fujita et al. 1992

T VAR VEREATORFIH IR (6-42 1, Tomatsu et al. 2018)

o — IR 2R & Tl R KA XS 7o ORI BE (Beffi24 W HE T a b = — & SRBAMEE CBIE T 5 Z & TIREM/HEZ A5 B TE )

6-3 FEAIMMHEEF

L. boryana CRIH W RE 2 PUAEWE & Z O &R T % %
HIRS. P4 U PRSIE bbb, v PR
27 % — pPBH201 (#356-5) 122705 A7 = =3 — Vigk
BIETOENY = —LBhoT0b AMLTIYAL TV
iPEEE T, bTYARY VEREACHH SN (%
W6-4). BB, ARTIFIRA T ETV IR TV,
BAR BB E 2R T 720, AN X 53
WICEFHTER Y., Vo ry<A vy idESECBY
T RF—, % o7E coliz b3 A 72D IR (20 ~ 25
pug/ml) THRIH SN 5.

6-4 FSURARVIEREBEAR

L. boryanalZ BT b5 v AK Y » (Tn) %iEH L 7zin
vivoZZ BB A R b HEN. X T WA (Tomatsu et al. 2018).
Tn5% A $ %X % — pKUT-Tn5-Sm/Sp (Watabe et al. 2014)
WS, ZONRZ & —3pZID29ak @A U<y ¥ /82 H
WARAE L 7= BGE T% 5 5 728, E. coli S17-1 hpir CHff
R4, HAEFEICXYL borvanaD MNGIZE AT 5. L
boryana® ML N T, pKUT-Tn5-Sm/Spil I — K& % b
FGUYARE=AOMERICLY, MLERZ & —I12fiFsh
TWAMERFNZHR N7 HERMWE (A LT =g v
BLUOART F /34 ¥ VidEEET) B iIsh, L
boryana®’r' 7 5D T ¥ ¥ AGALEICIHEA S NS, #IKIE
AMLTIRA T (Sm) TP . lE OGRS T
#35L, I0OHEECSHiitozon=—- (b5 A2
Jah v ) BPELAE. TaffAl, 7/ A&EKIIbizoT
FIEWEFITEZY, LENREYPH S EHICERIR
V. ZORBICEY, BENCHED NETT N O BAR R fE
M OBEICHD EERMAEZ L, Todfi AL & 5K
fETEEEET5) PWEEE o7z EBIC, Bzbld, %
K EAFICLEE SNDZBETFHOREDIZOIZZO
FEEARH L SmitE b5 v 23y Yoy b, 28

HOFERKEHBG-113B X O'BG-11, (Al % & % 7 W BG-
1) (ZHEML, BEMICHEL, BG-1IITAEEF Y % HBG-
e THEBFLLZWS LLBABAREZRTHRE BTS2
LT, BREEEFTICRWZRLALMNSS YAV TN
Y ERELZ BG1, THEEAREZRLI—DD T ¥
23T aH vy MCTI590D 7 ) MENT DAEE, A4+ >~
lkfk % a— N9 % 815 Fctad (LBDG 29640) |ZTnAs i
AZNTWD I EPHBIL, A4+ Y ORFEHRIDY A
WL, boryanaDEREEEFICEETH B Z Lhbh o
72 (Tomatsu et al. 2018).

6-5 Y MNLRTT—

L. boryanaTl¥, ¥ x bV XRZ ¥ —%FH LIFE o
fZFaREFEHRIELI LD TES. L boryana® ¥ x
MV X2 % — pPBH2011Z, Plectonema boryanum (§f% 1%
AU AT BEREAIOWIEN 77 A2 3 FpGL3 (1,504
bp) % pBR322H 3k o H#k J5 L pBR32SHE D 7 1 F 4
7 = =3 — VIR T A S O SR & 7z (Walton
etal. 1993). T DT F A I FO4 4 %515 T, pPBH202
HED—HDY ¥ PVNRY Y —RMELEH L vy
MV RT F =R, B FRIBROMMERS, HE
Dy NI EDOREFRBAOZOICHONS. ®wH%
TUE—F — & LTE colifiBDtreRTS 7O E— ¥ —
HHTHAH. KEFRHIZ X BL. boryana® JIFRAER  (KF
PrfEBA) Ju b ruw 7 4 FEREF (DPOR, dark-
operative protochlorophyllide oxidoreductase) @ AL~ HIfFHAT
(Yamamoto et al. 2009), K®EFB R % MR & L THHH
L7z Ay ) 74 I $ixfkr 7 A ODPORY 7.1.= v b
DOFENT (Yamamoto et al. 2011), 7 @< Y EEREKT J 2D
DPORE{n - OmRNAIZK T ZRNALZ T (1 7 1 ¥ 7 OFh AR
DN A3 T 72 (Yamamoto et al. 2017). ¥ 72, JeikfE
Mo brzuoay ) FETEEOKEIEH (Yamamoto
etal. 2020) IZ& o T 7/ N7 7T ) THIATT BT X T4k
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MHEITER SN I e 2 LMD 5. T/, M
Wo72 VLV XYy (Fd) 2% PR & —THIS &
% Z & T, L. boryana OFdEAETpetFe RIFEIE5H T &M
HETHD. COREHMHL, WMPYOFIDT AV 7+ —
2 DB IRAT 51T 7z (Kimata-Ariga et al. 2000) .

6-6 Lik—9—%

LAR=7 =RIZOWTH, luxdB% flio 7-AW3kIc &
SEHY XL DM OFERNH %H. pPBH201% - T,
Fdi#i {5 f-petF £ DPORY 7 .= v b5 f-chiBO 7 1€ —
¥ —FxABIZH#E L7279 A FERBEL, AWt
X BBEH ) X AHHE S 7z (Terauchi et al. 2005). W3
ho7aE—%—Tb, HEPSZMTR24 hE L o B2 8%
HY Xap@iggsnsz. 72, BT (R e
) ZLHEEE SN, FORMAH21 he FEBEL T
W7z Z LT BEREE W,

7. L.boryanaZz{E > [-iRZABN

VT, L. boryana®D¥s# (RERTHEIE 2808 - EREE) %
W L7z 7e Bl 2 /809 5.

7-1 FERES/ LICO— RENIEGEFOREERE
Yo T7 OERET ) 212B VT, = basF—EDFe
¥ o8y BNifHE BB RHBE (73 7BV T30%4E
) BRT Y VR B E a— ¥ bR TfixC (ferredoxin
WCHRAZEEN 2 4F) DD H o 72 (Ohyama et al.
1986). = b a X —BIIEMEMICORGAIT L Z L H
5, fixClEBZ 6 BHREE T % CHEBICHERT 55
MEEHS L EHEINL. BTIERRCTEST T 2%
OV T N7 F Y T L boryana% FERFEDE TV EY &
L, fxCHEIZTOKBEOMH%Z Big L7 (FH 2013). £
OBETEAFILEIC L 2R EZM L, fcCRIR
A Bl L7z, ficORERRIE, oAt R4 R & 4
bOLTEFL, FICBENRD SNRH o720, BT
BREFMCTETSELLRFEICHFVRALZELL. &
FoMORE, fixCRIBHRIGBEITAEFT ClZ270a 7 4 )b
DGR EILL, 7av7 4 VAR TMETHZ T
ukrrzun74Y) FeEETLIIENDbroz. TOE
B 5, fixCHDPORIZEI D B Z & H/R &, L. boryana
D FE KGR 5284 F REANE I S M- i f) O 7e61 &
7 o 72 (Fujita et al. 1992). F 72, ficCRIEEASHFT Tl
7007 4 VHPEFIEGRINEZ 0L, HTHEY
DONARIF IR OFRER & L THI S N T W72 Bk A7 R

nE, By BR

Juabtrzuaua7 1) FEicZE (LPOR, light-dependent
protochlorophyllide oxidoreductase) 2SHEALAYIZIEZ S T/ /N7
TUTICHKT B I EHVRE SN Dk, fixClItERE
WD ENZFYA IR T 4 VERERTOF VYOS
WIET- D5 (behl) 124D TehlLE 8 S N7z (Suzuki
and Bauer 1992). F 72, L. boryanalZ, DPORD 2D D
V7L M= FTBHIET (chiN, chiB) DFIFEIZH
Wb IHEH 172 (Fujita et al. 1993; Fujita et al. 1996) .

7-2 Y7 JNITFUTFEE-SIZEIL - REBIEORT

L. boryana®DPORD # 7 L = v b #{x T O K IEH
(AchlL) T, WM THNIZLPORDIEHETTF 1 k7 1
T74) F@ICAEIT L, 7 a8 7 4 ValZIEH IZEAK
ENd. LTAN, BT CHRBRBNICETSEZ L
7087 4 VDA RAEE L 72 IREE C N B4 5 A5 AT
T4 Tabb, rsun7 4 vEROKTIE, dENE
Bl & IR B E R L7, o2 kid, Juun
7 4 WVIFRBIIZ GRS T, MRS K 2RI L -
T7ua7 4 VREMIT T2 2RLTWwS. 70
Fruu 74 FiEthEsE & L CLPORD &% FI ¥ 5 Bk
THEWTIE, FTE2RAICHFEZSERE, Jun 79
VB EENRVELIRE (Wbwa (L)) Lad.
b B, L boryanaDDPORKAHFR DO REHI R 22 L D, B
TR OFALFEZ EHEP LR E YT /N2 7T
M CHIBEE2Z e TE S, S5, TP}
EZ RS, eERBRET L2 ETRL (zua 7 4 vk
BIK) MBS EH I EHTE S (Kadaetal 2003). F7z,
AL PWLEAE T, SLERID G AL RIL Y %
WA RENTW L ZEDRENTZ. OB\ TS RI
Y722y bOBIET (psad, psaC) OGP DL Vi
WHrCHIIL AL L o7zl &b, flitED S
WEIFGERE T, suoa 74 VIEARRICX D ¥ vy
BOARRZEALL CTHRSND LR SND.

7-3  HBRaSV IS DEEMT

L. boryanaDAchlL% WFi CH; #8355 &, DPORDIE 7
ohzuoa7 ) FOAMBNICKEICERL, S5612—
MBI R L, BhrEad EEadsb Zo7u
Fruu7 ) FoRE~oE%E, Mlasbe (EV) %
AL TNEZENHLH LR o7z (Usuietal. 2022). EVE
1, MIBAMVESH3ES A 2 CAEL S IRE ZEIEICH
Nz ) 4 AOMERTH S, TNFETIZEHRAED
TEVHHRON, MM aIa=r—ay, "M+ 7+4
VAT, RPN, i SRR, R
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WP, BEA ML ARE RS E L oBEEHD
Z A ST X 72 (Schwechheimer and Kuehn, 2015).
AChILOIRNT 28 LT, ¥ 7 /32 5 7 OEVIS LAt
FKOFWE VI LWIREEZ AT 2 2 Lo shi, &
52, i, L. boryana® W AEFIDHAE D L AXBEIHE
BERBEBTEFTLEICH, EVABRENS Z A5 5
Lotz BAEMOEVIZ T T /4 K (I M7V —)VAEL
PWREXT XY F V) 2 FEROHELE LTEDD, Nz
T, ruu 7 4 VAEGSEKHREE (Fa RV 40 VIX,
TRV T A VIXES AFIVIZATIV, Fabkru
u74U kR, zuu74) Ry EEhsZE0W5
227 o7z (Usuietal. 2024). EVIZIZZNhbnruana 7 4
WAL A D40%FEE Rk 100%E LT) A3
RBAELTWwRERELON, Y7/ 27 ) 7Hhron
T A VAGEPEEEZEVEN L CTHWT 2126 T 5
LR ENT, YT /Ny 7 T OEVIE, il
W (5934 FE) 1I2b T 2ICERT 5 AEARhIMAIC X
LA E R BT 5720 DEERE LTOEE £/
LTwaohd Lk,

7-4 REAICOI-BEFRERRELERIC L SHMIGELTRR
BWEREAIE IR SRR Z FIH L C, L. boryana% EMIZH
7oo TG CREFEZ MBS 5 2 LA WHETH S, 2%
HE2FM LT, RUMOBEERREIZ X 2BEEL
EREME BT L7 (Hida et al. 2024). dg5% #bkE L 726
S (49 o HITEE ), WPAR 2 Bikk & L7216R48 (15 #
HEEITE ) L 6%t (7 o+ AWEHTEEE) 122w T, EHHNE
EHMRE R L 2 A, &TORFLEIGHK (28%) 238
BRE D SWFIEBRERMETOEFFM EL T F
72, BEWSGHETIE, S OBISHEPEFTRTZRL
ISHRIOGE AT REZ Jeo Tz, KA #IS bk 4228 %k
TR Y= vy 7 R LEROERE W L.
ERRTHR0 r FTOERPHFE SN, ) B19 7y oL R
A =D OMIZTLBDG 215001 L TA LTz, F
bbb, 28R T Z OBIEF~NOLRNPEL TV
LBDG 2150007 / 7 — ¥ 3 ¥ l&“serine phosphatase RsbU,
regulator of sigma subunit”& T NTHB Y, FHEEWIZIA L
SATT BIEHIEE Y AT LD =D = F—AAL v F ¥
7 A5 . (PSS, partner switching system) CEE)$ 5 &
A7 7y —¥Za—-F3rLBbhsb. PSSIE 3002
YR=AV XS (TYFIIRET), TSI
SANBIUOART 7 ¥ —ETHRERTEY, 20%
Yy 7 BTN 25T 2 4 L TE AR M # AL
A bV AIRE, WA, N7 4V ABIK, R

SARHIML T, Bud TLBDG_2150000 AR Hik & H
HEL, WEZEZRRIZEZS, HEMSEHFTEEMETL,
Wi AT C OB KR TETIRES N, ZoZ L,
L. boryanalZ BT DR AT 7 ¥ —¥ % & ELPSSAS,
AT LR REAT D BT R LML T
WAL EERLTWS., ZOFHRE%EZIF, LBDG 21500%
phsP (phototroph and heterotroph switching phosphatase) & fiy
B H I ERERL. BATEICHRCTPSSOKR AT 7 4 —
CRIZTICE S OBRFHHETELZZ LI, bE
AT 2 9 AL O MHEARE T, Jef e KA Lt
BRI D B EAR T RBHIH S 27 2T ERDPEL B
CEERLTEDY, FFEHITHREW.

7-5 AFOY R BMI&LSRBVWEREEDRFNR

BHREE &L, ALFNIAER LR ERKG T 52, 20
EMHBFHACTELT VEZTICEHRTETu0LATHY,
HMEROBHEBMRICBVTCHRO CTEEL&E %Y. 8%
[ RS & il 5 = ba sy —Xid, BEICE > TH
RN EINDL /T T A Y — " EREHRLET LR
Thbizn, BEICMND LD S50 TRIEHEL
ENTLE). ZOOEFECIIMH[RWEE 2 LEL
$5. YT/ TN T ORREIEEEEEOR &
bOLEINTWEY, MERTHRELRET LI LD,
FHREEZ LD L) AW EMILSETVLDO0IZD
WCOBLIE, ERFEEETOHIFOMBEOT L % 5.
L. boryana% I\~ 72 8 R B @ W78 2346 S 1L 5 LR,
YT T ) T OEEREEIT B0 YA AR
FEIR2MO AT T v A K Anabaena sp. PCC 7120
B L O Trichormus variabilis ATCC 29413 (|H %4 Anabaena
variabilis ATCC 29413) TOFEEBREREIZESLCDIDTH -
72. Anabaena sp. PCC 7120TlZ, KEHME 2 OA~AT T T A
FADGALE, 7 — NV HRERHE S 228 7 BNteAlZ
EBBIERZY T FNVEM, ~T 0 YR b LRERN %
T 5 > 787 BHetR & O ILF 1 2 HI#IC X ) 9B L O
S A s T RS L S 0, 2 odICni R T O
G 2 WAL 2GR S v X2 EAFE SR T, A
THYAMNLESBEBELEENTREE 22 L BES T
TWiz., 207280, nfEfsz T oiEEEHEILICiE, NicA,
ZDiEMALRFPipX, ¥ 7~ T-SigEnMlb b EER 5
Tz (Flores et al. 2015). L. boryanald~\5 a2 ¥ A + %
B LW E2s, X0 ¥y P IVICnfEET OS]
N HE % M TR ZEDS W BECTdH 5. L. boryana% i - 7z
g DRI, FERFRT ) 2 DfixCO F )V 1 ¥ s+
DY a—= 7 k4 by CTnifH% & 1:3.4 kb HindIIH i
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N+’ Orte

+KNO;

FRIEE

B3 : L. boryana® 2 F [ EEFH

ERRZE & B AR T L — OIS L. boryana dgs,
AN JE 28 F P %€ fliSynechocystis sp. PCC 6803 Z Ml L, B
B X OUFASM, ikt 30°CTLEMRE L. EHRRIZE
HZBW TR T CRIMENERZRZICLLEEAREZR
TR L (C), WSS T T L boryana \FBEFEFEIZ LY
BIFICERT 5 (A). MR C IR/ RS0 WT
RELEFIAROSNZ (B, D).

s —=r 7 H4fo> Tz (Fujitaet al. 1991). Z OWiF
21, nifHOF TS H2->TBY, Zolik
DR M OG- RENFAET 5 EFE I L
boryana% i > 72 B R E W Z G T 5124725 C, F
FnifHRE 30 O AL TN % b L 72, nifHO L3 & nif DO
TSI 22 BT 4 —F ¥ FORE, nifiD% G H:#
50 kblZ 72 o TE B DnifB & Unifl 88 5T A3 b igic
I—=F3INTWBLZEPHHL, ThzafEzfr A
¥ — & 2 A+1F 72 (Tsujimoto et al. 2014). & D50-kb nifif {5
T7 A5 —=12i%, = buarF—¥olE#E T nifHDK
t=bturr—¥o&Es s A5 —HEEKICHEDLEE
THZBD, 7L FFY V#lET, ¥ b7 aciibis
FHZTF, BV 77 VEREEET, BEAHICED S
BET % ES0HOBIETFIEEFN TV Zofis, K
B 5 287 B 3 — 85 5 BB TpatB o % - 7z
patBl%, Anabaena sp. PCC T120CERPEL L AT T Y
A NDBRINY — VPRI D BEET L LTHRES N

nE, By BR

Tw:72 (Jones et al. 2003) 25, ~NF T3 A b 2K L 2\ L.
boryanaTOEEENITELIRDS S 727z, patB/RAEM (ApatB)
ZHEEL 7oL CAREREAFTRS DR, = tar ) —
LI EECRB I NS, §XTOnf@{EFRHOmEY
PRI TE& do 7. patBE ¥ % b VX2 ¥ — pPBH202
Mo TApatBTRBEFBLE 2 &, WA+ VAT T
DuifEIZTFREPFEI L = oy — B2 sl g /.
INEDMRENS, PaBY ¥y T Hnifil (5T HOES
AL T AR A —L XL —F—Thb I LA HY
L7z, patB\EBEHEE Y T /87 7 T PATF S
NTWBHEILDNDL, OIS E, paBE ) BHh%
cnfR (cyanobacterial nitrogen fixation regulator) &9 % Z & %
P L 7> (Tsujimoto et al. 2014).

8. BERETELES - — OV F—EEIEAEE

L. boryana®D BFHFEE L, BEREMHFICHES N TED,
SEEBEETEF L2010, EFEEEZTMT 5=
b e — B b MR et 2 LB E § 5. kR, L.
boryana% o - BFEEAEEF & = M arF— iGN
EiE % A9 5 (Tsujimoto et al. 2014; Nonaka et al. 2019).

8-1 ZEFRETEES

BG-11FERE M TUHF RS TG IR S ¥ 2L
boryana IAMM-1013 X Ndg5%, A4~ - 7 v E=Y
LA F v EREE R\ WBG-11ERE M (BG-11,) (23T 5.
CDEREMZEWN LTS AF v 2Ry 7 A (7R3
MY v —, ZEHT L) AN, BEERRET L2
DO F (T AT 7 - F10%, =3EH ALF) &
FEL TRy 7 ZITANR, EHIZEMT S, #3050 TRy
7 ZANOBEFEL NVIEIFIFET 5. Ry 7 ANOEE
LARVBTHET L E)»iE, 2AFretu—5
DSUAT N 7255 F (GasPak™ Anaerobic Indicator Strips,
BD) " EFOHMICEL L2 &L THAT LS. Ky 7 X
ENHHTCA v FaxR— 192 L5 ~THRECHEEZ
BHREEEFTHIRD N5 (K3).

8-2 —hOFF—EiEHAE

SEEEICLVERENL T VBT IIMBANTHES
ML ENB 2D, TUEZTHEBRBEOWEICL 22
FEEHEOFMIIES TlER v, FTREFZEO=n
T —YIT X B g R % ERIE L7 A IR E
B PN, ORI SARFEERZAT D) LEH D B A%, WY AAKIC
BRI 252020 & L RIKEDIR K, REFNARA A D FHH
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Fa)ar s
A AR v— B :\'—’wj’ SOEVIEE I
tj@L\ — )l«

@*l 1

i ﬂ/'):/ﬁi\’-‘v /7

(-~

ERMIATH3 B/

&A1 B

R4 : 25 v Mg E AT £ F L 2@ Teib i o R E
INA T VNTREIE S -8B RZHEM (BG-11,) 12 L. boryana %
AL, BRWRELEEY)avBryy I TEHEET L. A
TV R PGB O MR Y v — A, B - 30°C - b S
THEET A, O. 7TvF L yEoHEErlES % BICI3E
Fr N—NTHEI)avBEFryy Tre)arery Al
FFEL, 7V =V CREET 5 (B, D). KiFERH G 1:HE % (C,
WYY a vyl v v 7R ) L3MEE% D, SN
EHICY) aville Ty Aedish) 2T L, @RRIZE
HETHERRECIVEEIAEBTLTCWLZ LD 5.

ThHbEVSLERNP LAY 7 LB, £2T, =tuay
F—ERTEFLVEERELLTCZF LV ERTAHE
ERMMAL, 7TEFLryETHEEEZNET ST
Fr—YoiEtkE BED 2 FEFEH I N TS, 22
TIRABRE T TWAIOD LT 5.

8-2-1 EXRETREFEEZROBVZ FOSF—EFHED
L Jua]

BG-11FERE M TUHF G TG IR S ¥ 2L
boryanaD NG = WHE A IE®H L, —Em (0D, 5.00 4%
EIE 1 ml) 2BG-11 RO T § 5. ERE;

W ER2ICY ATz L, Filko X 5 ITHR
FHRCBL (TARusty s - 7 v ERI0%%E AN E AR
Ty =), BB T TI6 ~20hf v FaX—FFTHILT,
nif iR T HOBAEFHET L. BRF ¥ v N—=12y v —
L ZFbH AR, L. boryana®ife % A (1 ml) OBG-11,i
R TRE L, 7T A4 7V 30ml) IZMUXT 5. /N
ATV T FNVITLHE Ty A THEBHLTT VI V=
THEL, BRF v oy N—2bEHEbRT. = haryF—
Vit % Eo TRENL ST 52O ERHEL/Z05M ¥
FEFA MO ERMT S, TEFLYRET R (10% T
k%b%%%?»jy)%?UVVTN@%N—V?%
LT TVHNOEMEZEIIT v F L VRAEF A

adig

YT
REE

K5 : WAREAE B 2R R =~ a s —BiGEE
WA THEF RO L. boryana D7 2 F L ¥ EIGIEEZWE T
572011, BR(BE) #RASE D 2 & B & RIS
LN B D, WRREEFITHAL/ZXAY = VEXRY o |
HehNsy)a v TEBHLY Y 7Y v rEE L (A). 2
DY) AURIZEHERL YY) vV TREERAFRNT S (B). %
B, UL YY) Y VEH o LOSEHET A% ETHIO
A ER L TBL.

L, 30500, ERETTA v FaR—bT2. AT
NVEKEICTERT S & TltE2 LSS, —EED
Sz AzuT NI 7ICa—-FL, 5L Y ENE
BN B, BET ¥ v — O EIE S (R - M
2009), AR Z 0= b7 7 O5M L Tsujimoto et al. (2014)
EZRLTIELWV.

8-2-2 EXRETEBROKIFNGZZ O F—EiEMEE
EHE

REIA] X 129227250 ml 5 A5 4 T IVNICBG-11,38K
B 1B3ml 2 LR THEHD AT Y M EERL,
WHRER Y a2 7 LA THLETBL, ZOAF Vb
Ri W \CL. boryana% HFE L, HABRWEELR WYY 2
VEIR vy ST TNA TN E ERO MR Y v —
AN, HEGEREMFTEEFREMIETSES (K
4A, C). IHMEMIERICIZBS T v v N = THias ) 3
VI T HE)AVET I AIKBLT VI V=)L
THEEL72#% (M4B, D), bl Jji9-2-1T7EFL >
BICHEEZWMET 2. ZolETwER, mENEHED HE
B TF x Y N—TE T L2 REEASEE YY) a v
Fry KWL, TRy 2 LMY v — 1%
MLCEEZHRES LI LN TESL. ZOHBEICEY,
VFFFAFEZHEML VLY HRISGEVIRETO = +
0y r— ikt e, EEYMEAECCRFMICIET 5
ZENTESL, WAL TVELLTOFMEE 2 5. FF
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AN AL FE O FB T3 5 A Uesaka et al. (2024) % B &
Nzwv, PERICEZICEE TE2VWERBEMO= o
o — B S AR ETH 5.

8-2-3 FABRIBEICSIIZRENZ- MO F—EE
MRIESE

R 8-2-1F FE R B M T ORI X B RRWFAY 72 0
FEETE o 723, WA ESE 21 BT b RERE Y 2 16 R
ENTRETH D, ZOHETIE, WREAREEF TV
DS MEH OWERALRIT 288, 225 (BFE) ORAZ#
JAEZODLERDIEZINT VS, AR TORERE
AFOZDITIE, MEERPWE 7 Vs —2 L TEHR
LB EDRE T A (2% CO,, 98%N,) %4 LT
#3525 (H5A). ZOREE Y T) Y ITHON T RE
(ENOBERAVNEL V) Y VI E W LAES /8 A
V—VERy MR 2L, MMoY ) a s eTH
O EEWTEBL. oYY arygicy) v I ozl
L, BEAMICHEBREZBROH L TTFOBKMICERLT
BWIEH T AN TVIZHEAT S, 29 LTHERY E
HIZTEF L B ENE T 5 e E 2D
(K5B). > 7)) ¥ 7EONEICR AW TR - 720 &1
DY UVTEETARFALTHEVLTB L. HER
DL. boryana THIUX Y FEF A4 MRIMAELTTEF L~
BICIEED R TE L0, VF 4+ A b2MANITLD
EKEE 2 S ORI ST B & A B IEPE G RS E R
Mg A7 SV, GG GO E %>, mRNA £
SDS-PAGED 726D % » /8 7 i Witk a3 2 2 L A%
WHEZR DT, BHEBEEMICAET L T 5 MR 2
DL RG2S e L 72 5.

mB, R ORBEIIEEEE S 5. L boryana T,
HERED R VS TIEOEARIC L 2 MERAEN ST ) &
S SE AT S N B S D 5. WAREE 2R CEE R M E A
B E AR E BREED T LT 20 % &
L UOME L TBLLEXD .

9. SENDEE

PED X912, L boryanald, 7 au 7 4 WVHEEGERA
THYAMIELRVEREE L Vo, WA ORHE
WHLAMEME L SNTED, TRIFEILCITHE
NTidvnizwv. b5EIR, EFNVEEFRETNVOHRBETZ
MESTOIT /N7 7T ) T ERZONEND L.
B D 2 Wit RELEF X oy T /2377
T CREZHCRIEHP TP L= REBRTH

nE, By BR

D, JGEEAEIL T HEILBERE 2 EBRIBIFL Tw
CTLENWERETH L. BB RELEETRMICDRY
i Z Ak & & ke LTV B R bR L T2 (IkE19934F
M), 7z, ORI EDPORKIEMRICIEHT A2 LT
7 uu 7 4 VEmHPHEO TR L7z LR E O Ml % 1
DT e TE, o7 4 VRZIREOMNg o LR
- Ak, OGHRETHIC X 0 BIGA S B R ALE AR 0 B 2
BER, Lo 2O EETH 5.

L. boryana% & RE M CTHAE L TW B &, W, SERE;
BRI IR AT > T RV A R L 722 RS HJEI
CHBT 22D DD, 20X RlErE2EE L L
BHRORRER (V7 T7oVBY 75 —¥2a—F15
dge2i{rf- (LBDG_02920) ~DZ5) R B4 o> 7 72
Wb & hTHY (Toidaetal 2023), SRS 7 282
7V T OMEEEIZ BT 2 HFTE b ARk DR % G A L 72
RHMDO—DTH 5.

BEH B EHICB g 20981 BT, HlE, L boryana®
KaiCl & Z ® /35 1 7 KaiC20 AL 2= WA 25 s S 7z
(Matsukami et al. 2024) .

BREEOWFETIE, Rk, HMREoRIEEES T
J 37 5] 7 Cyanothece sp. ATCC 51142T ¥ — % v | i&
T RO Bt O #H5E DD %5 (Min and Sherman 2010;
Liberton et al. 2019) 75, 4 b L. boryanald ~75 1 ¥ X b
BELBWTY T INI T TOEBRREV) == 7
MEMTOETVE L COFEMIMRFINS.

L. boryanaDHEBRFERICEH L, ETNVIT I NI T
V7 ELTHHETES E W) EIRE b 72T S
LG - YR ILIG A, Synechocystis sp. PCC 68037234 < 1
HENTWBEHIZH > TESEMIEE TL. boryana’e €7V
VTN T T ELTHEM L Tz iw 2 R &G
A, L. boryana% W72 e DM O E D SIHEE L TWwWiz
PV MEER A, BH Y X ABGEFICL. boryana % i
HAENTWEERN—EA, SEFEEMAETHKL TY
feriv i A REMAL, BALRILATE CEBLL T/
WML, 7 AT TEBKL TWe 72wz
I - SRR A - EIR—EEL, 2 LT, &
Wi, K&Be4: & L CL. boryanalff2e\2fb > T & 724 <
DERESAEHH 2L ET

AEG TR AL 720858 © — #&, BFWF 2 24H02075,
22119146, 18K19173}2 "COI-NEXT (JPMJPF2102) ®W)
a2 T CEMENIZHDOTT.
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