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HE SRR A F IR RETEGER, TR - F44:% . RiHEH A K E
PP FidtE., AR R THRAELA $HM, THE ARIRHM T ISC = SUF 2 4, B R84+ i%F & NIF

ARy,

ISC % %W iscSUA-hscBA-fdx % B $ %5 A mtit—k “FR” o, ETAEF

F4F AL, SUF 2 4d A B % sufABCDSE %, % 125 2% IR 4o FAL R A SR UR S AF T R34
NIF A %% nifSU A B %4, & T B RBE(RB5M T ALVER AL 66 MR,

KHEia

BREURAE A BT RS R A E R EE
HOPERIW, Herbi | A B SR RAE N B T B R A
WP S SRR, AN, —LEEKES, ITCA
TP BN Sk R A AL IE B R IR . AE W1 B
FRIBREAMBKAEA . EEREY SR RL R
PR M S BB A A A BRBAR, AL R ALY R M6 A
i RERBUAK, # %2 DNA K& RAER, EFEREK
HESERELHEEMENS D, H2H KK
FRIVAEY G BGOSR Bk SR & RHLELE AR
RIGERE. TR, [HAHhAE R BT % I 2540 B & R
BLRIEEAT T 2 BT, T A 03X 07 T a5 L7
R A, A SO BRI AR S5 5 S BRI BT STk
FEfE— 4Rk .

1 SKERFRRIEH
BEBMSRMEORSH MR T, 5440 %
PEE BRI )51 45 & T Y T 44, W4 EUd 3 E ek
ik, ERAMEMEOFELIBETFHNSEE ).
YRR IL R HIEH & F [2Fe-2S18E, AR T
Brb — AN TEHRTE AL A5, 1E 5PN PR BRI
IR FHCAL. MY E RS L. AHBSRELEA
(ferredoxin, fdx)F1 AL ELHE F (high potential iron
protein) & A £ 37 J7 K ) [4Fe-4S1i%, &+ I — N8k
JRF5 3 NN — AR E RS &, NS
Sk R B I 1 O A7 fE[4Fe-4S1R, 1H 4 MRS T
AN 5ERERPBRE S, H— MR ERAELL,
BRI (1R VT Rg 5 s R H (R4 2 SL R C A ),
TEPEBRAR 2 5 A [4Fe-4S1H AR 85 T ok, 1ET FE AL
[3Fe-4S1#. BLAL, HEKZFAIFF B (Bacillus

RO F IR RN, kA, B R, SR

schlegelii) RS E 5 FH A7 L [TFe-8S 1%, L IRE
i (Chromatium pasteurianum) W28 1L F AT AAE
[8Fe-8S]#%, [ & B 18k #H & 1 1 iE {7 L[ TFe-9S-Mo]
%, MTE & [2Fe-2S]) Rieske i 25 [ H -5 8RB AL I FR
TEREBRAN, T RAEAR. REAFBRERRE
ﬁ%[ﬂ .

2 BWMENEMEK

B A P 2R e R R A 1 R S U R B A
B, £ XKBAFEYT, 25— dBHA NN HSLE
RY: H iscSUA-hscBA-fdx FE R B 4G5 11 ISC RGN
i sufABCDSE #:4\ F4mih{f] SUF R4W. MINfE
BREXWNRGEZMPIX AR N, SUFRGULFER
) F 4 1 A SR N I AR S, T R B P R R
EAMRBIE T E nifSU L NHIS K NIF R4 5
5161, BIF9T % B0 NifU A1 NifS J2 [ 2B i BB L 75 1Y,
W | TWEAT B (Helicobacter pylori) ) nifSU F[K v H %b
KIGHF B I isc A suf B\ T, (RIX P ELAME FHTEIRE
ZM N AEERS . B nifSU FEFRUFEEA R TR
SUBE R BR AR AR A R

3 iscSUA-hscBA-fdx ¥ F &
iscSUA-hscBA-fdx(¥ 2) & 2 5B ik EY) & Al
M EBEF B0, ZHE R AEHE R, WTmid 6 MR
FI R, i IscS. IscU 1 IscA BEMFES R T
AR, HscB Fl HscA & — X # kB R A, 5 IscU
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370 25k -
C <
. Cys  Cys S Cys \yb S— Fe/s\F e
Yims See” el Fe —$ / /AN g
Gy cys  Cys?” s NCys S/ | F//ICys Cys —Fee—S] Fegr Fe ,57 N
— Fe|
S—-I—Fe-\ \F Fe:—s His
/ Cys G Fe,
Fe/ S \S
Cys
(a) Fe«(Cys), & (b) [2Fe-2S]% (c) [4Fe-4S] f% (d) [7Fe-9S-Mo] ik

E1 $mEMEHREERY

iscS iscU

iscA

i | g

hscB hscA fdx

dirm Il SO e I e |

411 bp

&2

TEMERBER L®, M Fdx & —MESRE e E A, 1%
T A ) e i ik 2 PR A L R AR
3.1 IscS. IscA FIscU

IscS /& —F o F B4 44 kDa (¥ B & BRI AR
RO, AIEAL L- - B2 BR (L-Cys) B T A &, FF
BT IR AR RIS 4E IscU b, il & A i - R R
fRF A AEITE IscU LB — DN id A [2Fe-2S] 84
[4Fe-4S]f%1N, IscU Jj&—F5r T8N 14 kDa 7 — 5
REEE, BRSO AR BT ) SCBE, JFRER3EAC
UFHI SRR AR AL S 4 B AREE U2, IscA 2 —Ff 11 kDa
HEE R, S A R Bk AR AR L i S 28, KR
MK IGF B (Escherichia coli)« t7tA[E & F (Azotobacter
vinelandii)~ MW 40 B (Synechocystis sp. PCC6803)
FNSE P L FA RS B (Schizosaccharomyces pombe) i T
1300 IscA B BBk I HAL B SR E e
J1031, {H IscA W45 IscU 5 &AM, JFFIARLLE
IRAR, A% 2l B iR (e & A. vinelandii
iscU B2 BOERIS, {F NSE IscA 1F A Bt i%de
[V il Y
3.1.1 IscAAnIscU #944y  ARBEILRIIR Bonifs
Wi ML B (Thermotoga maritima)lscU F) 45 ANFEE,
A]7E 22 Pl G2 (i) T AR U4, Ty X5 28 i A4 45 44 43 B 2 B
KA HIsc A S5 FIAH 48 5E, H— DM BRI ERIR D)
ReIE A — AN BT B 1) C Rum 2 A IscA H LAY
AL, U BARRE R RIEIE, &
— FRLAR R G E I 3 AR ERR IR, TR — “
R & R 1 48 (cysteine pocket)”, LA F 5 85 (5 1 5
RO A . 1 IscA NHTFHBERIE T, A
C K ) 9 NEIERTRIE(M 99~107 ML E AR, WIE

128 bp 107 bp 171 bp

616 bp 111 bp

K BAHFE P 8Y iscSUA-hscBA-fdx B F #(3| B http://www.biology.lsu.edu/webfac/hding)

5599 7 F1 101 47 2 /N PR ER) e, HEW - B B 1
AT BN . IscA FIIXFPAAF 45/ UL e B T nf
YE RS BE4, T ReiE B A B DI RE
3.1.2 IscAAelscU 94k 5458 F MK IscA Y
IscU Z [A] 58 KA R 2 e S Bk 45 &3 1%, Ding
FUVRILK AT E IscA 58k Z 45w 50k 3.0
X 10" M, Mik(Fe?, Fe*)45 IscU Z M4 A fE )
AEH 5508, KIGF B IscA Bk O AL 3 E T
b, HHE AR5 S, 208k IscA FTRF A I
FIRE AR AT 5 (g=4~6) B 237 %, UiHH IscA T iEk
bk TEACIRE, Hrh ks IscA FR R 45 &t
Jp1r2, BOPYRAKE IscA LN A AR R 7071,
Ding 500 K LK IscA 5 L-Cys. IscS Al —fii 7
PERE — RIS, AR Aot AL i 45 IseU. (HE
TR SR R A A R SRR, A T AR A A&
4 FEBH IscA BTN RE, Ding 07 H KA B 6T A
EEHEIRERIHAT T — RINLR, 4RI
BEARRBRSE AN T IscA 5EM4 5, R
BRERFEAT IscU _LHIEERE .
A ZAE T BN 11 2050 R BAE R B AR A Ak
B WRUR, 308k IscA 5 %W i 25 1 2R AH B e AT
AT s, ELH L P B R K UG FEE AN 1T HE 52 9 AR Be TiC S
B am, BAE SRS TR Fenton MY, 7242
2 H A, AWM. 7 s ks AT
BRRAKEE S B ek, W] R BANT LA IscS AR 1)
BRERARLE IscU L ZERE, Wi fFInN IscA, WIEER %
FIHER AT PR 20, 5 B Isc A i) MFTAS BR B A ) vh 22
FERR AL T IscU L. Ft, IscA FI/ER IR TAT
AR S MM NI B B, FFRIX LAt iE 2IscU L

SR, HS/RBAKRS
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RARARAE: BB LW SR

F TR B AR R34

3.1.3  4kM IscA 44 3| IscU 944 B IscA
1162 IscU MIFLEIH BT A RIRERE . —FhmT BB
FURREA RS EQRAIMEEER. EACERN
IscA BEX$E T I I Bk i A A5 1B 25 IR Bk B S b B B A
JIE R R T T B R A iR Bl e B (P R 18, TR 12
M2yt HEN IscA LT E B S BB A E
1B F R BEFC LT BRI AR 1 45 Isc U (B AEHR/D L-
Cys FIEIF, K88k IscA 5 IscU 7E 37 CRIE 60
min ZI A R IR AR 8, T EAE B 444 T W (IscU
E)YH IscA A3 I BRGR AR AT 30 min BI AT 52 4%, 158
B IscS B IscU Mk T B4 i It Rk E S
Lea, Gihk, 88k IscA FIA5 5 (g=4~6 [t EPR /5 5)
7E L-Cys #71T I A3 A8 A il 8RS 5 (g=4.0)1X
—F5e0 5B IscA _E A O AT L-Cys B
B BT

bk L-Cys B ah pLH] B JTE b THEmpy
Bto BiAR pH 7.0 Fik R 28 e H K ) A0k R B pr
F1 pKa(4 519 —250 mV Fl 8.3) 5 3 & BR (5 31 A
-264 mV F 8.6)#H Y4, (HA B H kI AR5 IscA
gk e 023, DT BE 5 L-Cys _ERISRIE IR I B
REEHME =0 REAX, 1 REF . B
FURTFIRRMER AT RE(RE T B FIOER, mABEH K
R T Cys-Fe E8WHLITHME, R
HIR L MRE S . F— 71, L-Cys thANRE M
B A (— R R B4 & B ) Bk, 1A
B OB S H AR R, L-Cys MBS SR
GBI IscA L0, (HIEH L-Cys BN 2 LUK 4k
M IscA ¥ ¥ 2 IscU, R L-Cys M IscS L [RfF7E
B, A AT A B HI B,

KT HBAERI BRI PIAEEL: (1)IscS
164 PR FR BT R B3R 40 IscA A T I AR
IRISE, SRTE P B AL 360 AREE R B IscU L5 (2)
L-Cys filt/x IscA PP OB B, HER—EES
Cys-Fe & &M, % E &9 IscS YER J& 7= A KI[S-Fe],
i & - A PR B BEES R IscU L2,
BRI B IscA HARER 4B i AR B B IscU
R BB R — MR AT RE R AR . T IscA.
L-Cys. IscS Hil IscU —#RIEHEFF )G, IscA EJLTF
BT Bk #4214 3 IscU 29, 58] L-Cys Al %3
IscA LRk, FTLLL-Cys AT RE B BMIhAE: B
BN IscA 1Bk L I8 o 3 S R R B B A B 2 43t
%5 IscU(E 3).

371
| 0L ) ] #1scU b c
~.Cys
B I!scA—Fe_J g
/4/’
] 2\

B3 SFELE IscU LR A TI/EHE(S] B http://www.
biology.lsu.edu/webfac/hding)

IscA MEH N BB N KPR BLR T, #EH 3
AR E BRRH: Cys35, Cys99 1 Cys101, ‘EAf1x}
IscA FIiEHREEENER. € AR EHRALIE
N, Cys35 AR S EHULFN, BRHLER
BAR(C35S) fE & FEARLE AR ). T 22 AR AR,
Cys99 fi1 Cys101 [ {# IscA M & BIEHTE TR,
HEHHEBEBALGT, IscA WRETF C99S F
C101S NEEHH 4L &, WA RN FHMHiHk. FTL
IscA WITEF AT RER1E N BRIt S 5 BRI A
$¢. Kaut 25020 DU EEERE A ARG IscA HEHA%
FAERA T Cys99 A1 Cys101 fIE M.

R L-Cys A RERE 5N IscA LB LIX —4FME
HEBEWEESE X AR/ FEmey
(BB H B EREE, WRAARIAEEES IscA
LA, Mz O ST RIEEANEE; TTHRA
L-Cys {1 0P 345 HIAE AR AV B A O s 2
HE Fenton ). %3] L-Cys 7.0 3T FEF
HIVE I UA R AT R SR 4R IscU F T kB AR il ix —
HE, BATE 70 I ARG @ A L-Cys &
ORI A E .

3.2 HscA 1 HscB

HscA FlHscB & — XA EE, BT &
P S IscU 454, BBV E B MAY) & .

HscA(%> T & 66 kDa) i ATP Bgi& k4 &
VEME. BTSN HscA 5 IscU B3 EUX (.45 99~103
PEFERR LPPVK 7E N I — LR BY) 45 & Ja AT HUE
HscA ft] ATP BgiE 1, —B A T & AR Glu98~
Cys106(5 IscU B #X 98~106 fr B FEMA )t BA
ML ThEE . A T HiE LPPVK X 5 NMEERTE L
HscA W& MiAEERERRIER, Hoff %1R1IxY
Glu98~Cys106 Jik BeF IscU FIFH N X 35 43 Al AT T 7R
ARRTAFIIT. 4R E/R Glu98~Cys106 kB
A — AR AR 7 7 F N S BREA5 # 1 HscA Y
ATP BIE M T FQ~10 545, Fl2H A 10 101
A P(P101A) F £ AEVEME T B 10 f5LL L, 5T R
FERHTEHAFMME FERS. HRNERD =
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R IscU 1) 99~103 AL & H L 5t B RIAE R RF M,
5 5)2 Pro101. Vall02 A1 Lys103 ¥ A& BREE
A G K, B2 TR T77 5. 4 558015 1.
P101A F1K103A =45 F 5 HscA-ADP E &I & &
FAME LK. BTLUL LPPVK JKBE IscU &5 HscA
Mg AP REREMIEN.

HscB(20 kDa) & — i B 18, 3458 HscA 5
IscU W45 & 684, 17CE HseB i, LIRRAEF(P101A.
V102A F1K103A)5 HscA F145 & S R B B 3458, 15
P101A F1 V102A ] ATP Bgi& H B BT F R, & M5
AR5 R B IR IscU F 28 37 FI5E 63 AL HrE BRxY
XL HseB MEBRVLFEN . IREERBRT
/DRy ER KL A, HseB 1) C KK 2 AR E %
B, "R ZIRERORE W, e SEEBS A,
FTREWERES S T 5 IscU MG A, ERERIRG
IscU _L#) Cys37 Ml Cys63, HRTEARIRIEZ.

HscAH i fEETE R : HscA-ATP(E KA, 1K3E
FPE) A HscA-ADP(FASLA, S5k FIt). HscA-ATP
AT 5 IscU 454, th] 5 HseB &4, BARE A KM
HARIK, {H454 J5 Al & HscA-ATP #5485 B HscA-
ADP i R, IscU Fl HscB 3t [RIA7 76 i ] i e B3 2R
HnR 60~500 1%, F 7 A HscA-ADP-IscU B & 4)(E 4);
M HscA-ADP R g5 IscU &5&, 45 & Ja e ntk HscA-
ADP #75 f{, HscA-ATP RIIEZ (4] 50 £%), ANk
HscA-ATP HI A8, BRI IscU 28 102 745
HEENT 5 HscA M B R LT, ZEERARER
B G R B U A AT SRR F AN e 55 Hsc A-ATPEL
HscA-ADP 454, {HY16E5 HseB 454, 3F7E HscB iX

. HscB

1s¢U
HscB
TP, S .
& — mu
IscU

/ -

T

SC

D
SC

AT;\\ ,//(ADP, Pi

T

4 IscU 5 HscA B &HaRI
T-state: HscA H%7KA&; R-state: HscA HIFAHLAS .

—H B AR AAAE T I 5535 98 HscA ) ATP B§VE ).

HEHMZEMAHELLE &RRIEH T HscA A
HscB it 5 IscU. fiifk IscA ik IscU 48 B /EH,
HscA iLREL IscA 454, HULHEN, fH1B RERIThAE
AP R i A% IR R 2R B A Sk A B IscU Fl IscA,
PATE RO A BR AR AR 15281,
3.3 Fdx

Fdx & —RHKEEEH, 7+ T 13~14 kDa, 7E
BRI R RS T IMARIER . KA S
RSELEA R TR RSREEE AR, 750 FHihs%
H—/I2E M [2Fe-2S1#%, @it Cys42. Cys48.
Cys51 1 Cys87 5EAMEMMIE, 5 TRIOE —¥F
PEE R Cys46, IR SERBRAR LA 5. Fdx &
AR AT X, #— KX 50, P r— 0
BT X AR 24 IR 57, WTRE S R Bk R B L R B 45
HH KR,

4 NifS #0 NifU

NifS F1 NifU 2 [B %58 43 & H P R R B3,
70 [ 0Bl 2 B0 R 2% B i 72 R R A T E R A e,
NifS 2 —Fi & BERRIL W% B8 1) - B =R R B, el A
FRTR) RSP BB AL T A, P44 Bt B BR R B 4 B A
B ENIfU o AR R, BERSRE + &1 &
KR —M “JRY) - LMER - RIS 249,
/5 B NGfS b F 4 Job S BR B 25 V% A T A (1) B A B 85
T CTRY - EMER” LT ERRE, B
B “HE - A7, HRETRAAIEEINIfU L.
XA BB LR e T BRA RSN B BRI
FEAE, A MR FR P IR R IE N 2 R .

NifUtH 2 —F R —R4A R, TESmRSERT
RHRESCEMNIER. 8N TE FF 9 MRFRIE
PrE sk EE, Kb a4 N E R E S
[2Fe-2S1#k45 & 5 5 Mk, WAl fES 5 NifS it
BRAL YRR ER NifU 8RB AR BT PR M RE 5 N i ) 3
A R BRI S 1 U AR [2Fe-2S )75 (% 7% i X Wi
14 2 [ U R T BT 6 75 4 C Ui 1 24 S B BR Bk
) LR HGE, AT RES SRR A R
o BRI AR SR L, R a] BE R R BRBR AR I R
SRS S — AN FERLAL P

5 sufABCDSEIZ\F
Bl A HAE B — R 5 A2 o6 B A G AL
VA 24 9 L R4 R [ frataxin BEKHERIR HE45 ISUGH 24

it AERBAKRL
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F1 KT E K-12 E ¥k sufABCDSE £ E pyiE R =49 *

| {7 & MR =R T g

sufA 1762 042-1 762 410 BRI ERR CBE A, SRk

sufB 1760 546-1 762 072 F-PEEBRRREBECE SN

sufC 1759 790-1 760 536 e B o R IR B VR 1L B S I ATP B4 2

sufD 1 758 544-1 759 815 FEBRIRREELE AW AU

sufS 1757 327-1 758 547 L- A1 It 2 BR A5 B (L - - e 20 BRI 6 ) B2 14
SufE 1756 898-1 757 314 A b2 B 2 R Tt B 1 AR 2 1

* 5[ Ff http://biocyc.org/new-image ?type=OPERON&object=TU0-2621.

T IscU)H T ML 21 3 A& U BRER R I 2 2600, A
KT B AN R e BE Hh 43 2599 2 1) frataxin 804
Re 5 IscU A EAF AP, B M hFR T IscA b, 3
fh—E O WS E TG,

Jensen I, FBRMIEEERER IscA & T3
SRR R R B AN AN P BRER R AR K, (BIEAR
& AN B ZE T, Takahashi Z5B495%F KT B iscA B
KA R, iscA ZER ) RIE SR BIME S
HIAEY) A R, EIFAIE. HENA A IscA 21
YI(Suf A Fl—Fh T REAR I EE F1 I YadR) AT #b 72 IscA
HIEE R EE. EEBCR L SufA 5 IscA B F 47% HIIFE
TEHE, IR AV E TR IBIZEER H sufABCDSE
=9

FIFE, QA K IAT B iscS ZER SRR, #2Af
PR AR R TE SR T R, (BEARSEAHR, U
HH IscS & BRBR AR AW & e F v ke 32 B4 FH I 2 Bk
‘AR RS, LR 8 sufABCDSE w15 SufS th BA
Y BRI AR B M, fRR I R BB A& BT
RIE T -

K sufABCDSE )33 5% 40 i () S8 A0 N JB0RD
BRE LRI, B Rz R P AR T R S kAR
R ME B A7 k09, B & A L FE I Th e
ATIEA AR 28, nT Rt B BhE L IERGR D).

6 HREREYSRAAT

B E A MG e 2 E K ER AR AR
B NATA iscSUA FEH H A IscS. IscU Fl IscA )
KR T — IR SR FE 5 K F IscR [H1#5 . IscR A&
SR MERE A, EEFEEO N EEMHFI/EH,
A AT iscSUA FERFIFIE . £ KA R, IscR 1
YRR IR iscR AL T iscSUA ) _Lis, ¥ a— iscRSUA
BT MBI iscR EFGIBR, AMUETHE iscR K
EHEE R, BT iscSUA K158 . iscRSUA I
BRI T iscR LIR30 T, B THE iscR A iscS
Z A AR B 307, BriliscR 5 iscSUA #4T4%

k. HLTIREILIRBIE R LR B T 3 8515 2
(1) IscR & —AN 4K, A& —MHAT AR E I [2Fe-2S]*
%, XAMRBRFXT IscR HITHAE L6 T 1, R A FEBL K
BRI R EC LK iscS B hscA RS F 7R, IscR A
I B 0SS, IR AN o] BRI B R
177 2R B SZ 40 L K R AR R AERAS : RS & AR
BRORAEN T ZE0T, IscR H IR AL TR 8RR, B
2k IscR A REINANZIE R R, M1 48RRI &
B I T KB, IscR ZEMR5EHE, RAFHNE] T 2RER K 1)
ARG, BT IseS(BRAEAR) . IscU(S4E) Ml IscA (%
HE4A) RERBRAR A& BN AS A% 0, T B hscBA-fdx
Fl iscR Fe DK Gafid ) FoAh B (3 5 ) 3 BERC A VR 1T AR
B

YWMETAETIEAREY S, EXE. PR
FEFOX 3 AN dr s AR AR AR AT R AN Ay Bk, £
NG 22 AR BR AR AR ) A= ) RS A A R YR I A
FR IR ARG — N SR R . (EBRBRARST O, Bkid
ARERE, UE TIHEAEY L IE R TS
FB A AL A B SR PR AR TS P U I B B9, b
TRAR A5 0] B2 TG A T AR, B
AT R R A S H IR TR R B A A 1,
RN EFHESEAMEE. Hik, SAFEEY$
BRI S A& LB B LL R, AMER
T35 R ay L i gh s, 76 DY At th R R
V] AU B (AR AR B AR AE A 25 D AR IR AT R AE) o

Bt A BB S MM KFH T HAR S HIZ
B4k 2 U Fo 3 T
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Biosynthesis of Iron-sulfur Cluster

Gen-Fu Wu*, Ying Wang
(College of Life Sciences, Zhejiang University, Hangzhou 310058, China)

Abstract Owing to the versatile electronic properties of iron and sulfur, iron-sulfur clusters are important
in diverse biological processes, including electron transfer chains, metabolic pathways and gene regulatory circuits.
Chemistry has revealed the great diversity of Fe-S clusters occurring in proteins. Biological studies showed Fe-S
cluster biogenesis depends upon ISC and SUF systems, or a NIF system in nitrogenase. ISC system is encoded by
a gene cluster iscSUA-hscBA-fdx, which can be transcribed to form 6 proteins named IscS, IscU, IscA, HscB,
HscA and ferredoxin. SUF system is coded by a gene cluster sufABCDSE, which can be transcribed to form 6
proteins including a scaffold protein, a L-cysteine desulfurase, a sulfur acceptor and 3 components of an activator
complex. It seems that ISC is the house-keeping one that functions under normal laboratory conditions, while the
SUF system is required in harsh environmental conditions such as oxidative stress and iron starvation. NIF system
is composed of two proteins nifS and nifU, which is encoded by nifSU gene and take an important role in iron-sulfur
cluster assembly of nitrogenase that is active in anaerobic condition.
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