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Recent Advances of Secondary Metabolites in Genus Fusarium

ZHANG Xiao-Wei'?, ZHANG Dong"”
National Key Laboratory of Plant Molecular Genetics, Shanghai Institute of Plant Physiology and Ecology, Chinese Academy of
Science, Shanghai 200032, China; ° University of Chinese Academy of Sciences, Beijing 100049, China

Abstract: The genus Fusarium includes a number of important plant pathogens such as Fusarium graminear-
um, Fusarium moniliforme and Fusarium oxysporum, which are capable of producing many secondary metabo-
lites. According to structure and biosynthetic pathway, the secondary metabolites can be grouped into three
classes: polyketides including aurofusarin, fumonisin and zearalenone; terpenes including trichothecene and
carotenoid; nonribosomal peptides including siderophore. Among these, trichothecene and fumonisin are myco-
toxins that affect human, animal health. Here we review current understanding of the classification, function,

biosynthesis and regulation of the secondary metabolites produced by Fusarium fungi.

Key words: Fusarium; secondary metabolites; polyketides; terpenes; nonribosomal peptides

Pl At R JE A — KR o A A L R ) A
W22 AR B, o B T 2 R B R R i ke
WEUR HE, AR BRI (Fusarium graminear-
um). SFERPE(F moniliforme). RAVPRAL(F ox-
ysporum) FURBRIU(F sporotrichioides). K
BAL(F. equiseti). MEPFA(F. avenaceum)ss
(O'DonnellZ52004) . it 1 RE 18 = AE 5wty 7 27
I+ AR AN KR B 0 I 45 L B 5 3 (myco-
toxin) AL AR 2 Y (1) AR AR = ) (Kristensen 2%
2005; DesjardinsflIProctor 2007). H:p, H A%
ANMERENS 52 W) FL R0 15 32 1042 By, T H AP HES)
Yy WA 75 FEAF FH (Proctor®:1995; Brown%5:2004; Al-
exanders:2009),

PRI WOR A Al oRERSRAAN S R AL 4
B DRI 20 7 910 1R I A6 (Cuomo52007; Ma%5:2010),
AF A5 0T FL R AR AR P I S E N T JE DR 2
o 22 BRAEACT = P AH SC I B e S FE 15 L [

FER O AR B ICHES, TR R A%, 045 g i i 2
G SR A sl AR R 22 KA B S TR, G
TEE R I ZEPA50. A4kt 5. Zn,Cys,
B SR IR TRV A IR B 1 3 R (Ma%62010). T
il vk A AR = W I £ S R AL, AR T R
b7 o1 B 2R AE AR A PR R, AT ek 2D 7 24
N R o A SOt R BB R A AR
PIRIFE. MEF S & B SLUR T AL AT MEA
1 RERBFEMRIMER S RITIE

Tl AT e B B 1 AR T A ) A A
B RO R SRR EY) 2 ThRe B AT 2 A M (Kris-
tensen¥52005) (FR1). MR LI FIA BOELR, 73N
[N -1 B STAE(R 7270 e A o

fs  2012-12-21 &  2013-01-22
BEY SIS A (2011CB100702) M1 [H R 5 &R A1)
B9 H (KSCX2-EW-N-06),
*  JEHAEE (E-mail: dzhang01@sibs.ac.cn; Tel: 021-54924075).
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Table 1 Secondary metabolites produced by Fusarium species (partial list)

BRRZS Y AR )
LGk A ARG A Bk

RASEHU(E graminearum) MRS . K T i

b Sl ENe
RAAHEAL(F oxysporum) K h &= T ) B
WK R TE(E sporotrichioides) PR KSR JHp—
SR monilforme) HEE KT P, I BHOREC, LR

fusaproliferin R ) 1 2

JZ M RR(E proliferatum) fusaproliferin RO BT ) -
O RAU(E culmorum) AR S . TR B
MW AU(F. avenaceum) _ SR 2 . B C. J—

HR R )T 3
ARIRHRAUE equiseti) P P A I TR PR R —
FRIRAR(E semitectum) _ G2 B
SEHISRAR(E heterosporum) — G 2 B

1.1 iiEZ(terpene)

i A ) A 7 )R IR R ARG, Bk
HU AR H B e R I 420 ™ AR 1) — FR 0 TA R AR 1 TR
S R HE AR, A S LM e 8 g 1 e Ak
JE e ) LA £E 8 R (geranyl diphosphate, GPP).
12:We FE AE R (farnesyl diphosphate, FPP)F14E4 )L
Fee 2 )L AL fE i R (geranylgeranyl diphosphate,
GGPP). LIGPP. FPPFIGGPP A&, 43 1) I Hi
it A 2 i R 2 I AR AR T ) (Keller 2%
2005) i S I ALl S8 I OGS, AR T
FP 0 [FRE AR, (R =R g5k o0 AL, A IR AF
(RIS 454 B B 1 IDDXXD/E (XM AT &2 AL 1R)
ZE ) (Keller?$2005)
1.1.1 EiETaEGE (trichothecene) HLufffd 7747 /260
ZRE S GRR, FE B RREE . &
SRE TR Je8 P ] 7 R B 52 & L B 7 £E (Bennett 1K lich
2003). HRHEAEC-8 F IR G, Himfld s vl 73 A
ARMMBRA, ARMAT-25 % HT-2F% K. ¥
TV B3 25 FUBih S Atl s e, B AUAT I A0S Jg e )
P J5 % (deoxynivalenol, DON), Z{LDON. 2 J&
Wit ) VR A T (nivalenol, NIV) G JJ B 45 B - X 45
Horr, DON R o 5 5 60S R op A4 SV 35 1y 1 11 4 1
TR £ Hi(Alexanders52009), JEuAE N\ & IOARER .

P AR A B A 3N BRI A s, LAFPPCY
JRA, Ak 1IRIAE . 8U AR AN 4R s Ak 11T T (14
D)o AR IER 247 T3tk 3B, Horp,

KBS LA Tris O 12N JE R o TriSgmit g 25 &
Bif, fHE ALFPPERAL T B 5 s 61 55 45 BT 4 (trichodie-
ne). Tri558AR )G, W aE M I G Oz BHL T LI
PRI B0 1 R B, 0 BEAAEAE TR ik (Cu-
zick%5$2008). HhAh, A HEC-2. C-3. C-11585E
L ATC-12/C-13 3K 04 1 41 o €8 22 P45 0 B i 44 g
Trid, DL 43 i) 47 55 C- 15 FC-447 i 48 ¥ Tril 1N
Tril3. Tri3FITri8% 5k O-15 L k5L i F10-3
LR R M, BRI Tri7, 7157 Z .
TTC-8INAE M O- LR LR I Tril R Tril 6, &4 T
TriSAAHAR AL E o AL T 53 B N Tril 01
RTri 155y 5 i i C-3 48, £ Tk 3k 5 B8 T AN 47 1 15 2
Ut PR BRI O R G S IR 7o Tri 1 29w T 40 R i L 1)
Heiz B E, v Ret oT & WD P 30 i A )32
(Menke2%2012). M Tri6J&—Zn,Cys IR ] it
YA R, AN BB T 15 B 0 R A G AT DG K
(K134 (Proctor51995), 11y ELRENS I 75 /i 442K =
I WA AR G HE DR R S DRI LA I A AR
AH I HE R (R 8 AAR 25 1K) 4 15 (Seong5:2009; Nasmith
22011),

B PR A I B 3R S AR p R DR v I R R
JE e A7 AENIV IR BB T, Trid 3905 1K 40 it
FPAS0 M NS TR Tri 74 W0 10 L BEILFE RS, fiehs
fifi C-43 JE AL M Z 14k (Lee22002) . 1 75 77 2F
DON R HRFLEE T, H T Tri 1 381 Tri 74 R X A7 550 1)
R 2, 3 2% 7 AH R (1935 P (Brown%:2002;
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H
7 o
Tri5 1 Tri4
—_— _— <
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OPPI i~

PR trichodiene OH
(FPP)

3-ZBitDON
(3-ADON)

\\HO /E HO\:\CO/E
ke -1 ) 15-Z,8:A,DON
4B (DON) (15-ADON)

P m FRIAS K75 o AR B AE R Y. 1) Tri g 11 (5 Alexander%$:2009 1 140)

Fig.1 Proposed trichothecene biosynthetic pathway and responsible enzymes

Lee52002), fEFUF I BRAL T, Tril RS {1 {L.C-8
P R IEAL, (H R C-T47 BRI 1 T g,
M 72 A AZS TR ) P i £ 57 075 (Meek 552003) o i)
TEARISRAVEER Y, Tril REAL [F] I i 40 C-THIC-847
BRI, 774 T BRI Lt f E M DON A
NIV (McCormick52004). IHAh, Tri8HE Kl () 4w id
DRI b e I 22 e, YRE T 3- LT ALDON (3-
ADON)E; # 15- Z L DON (15-ADON) 7= 4
(Alexander%52011),
1.1.2 F*Z = (gibberellin, GA) GA &K ik
AEY), o/ B BRI R I . R 2R Bk
FL T 1998 4R 7F £ BR 4l rh & I (Tudzynski %
1998), H:rf1, CPS%ifdh A (2 Ik IR 5 Wy, e
L GGPPE 8 L4205 . CPS iR R i I 44 Jik
Al (2 hP450-1. P450-2. P450-4FIGGPPA 1), 75
TR SN N AR BRI, XIS
% i G A4 Rl () DESFIC-13 32 L B 11 P450-3
FEIH, 41EE T 20 Kb GA G il [ % ( TudzynskiFl
Holter 1998; Tudzynski%2003).
GATEREY AR ) Z AR AR, B 7 45 Fh -
Ron MEKRFFACEE RS, S+ E

L EE AGATAE, HRAN KN
GA3. {EFHYAITE T, GAMWGGPPEIGA12/ 1)
G RO REEARF I IS, 7F R R, GAL2E
PRI TE GA 141, SR J5 INAETE UGAL4, T 225
TR — A R A A D)E 1 1 GA4, I 5 48 2 M0
HC-1301 3 A TE GA3 (K2). MY+,
GA12[# %8 e G A12, GA12£:C-13 5234k TE 1k
GAS53, G C-205 LK L GA20, H 25230 IE ik
GAl. fEALEYI, GA20 A Y MGAS, F
FRIAL K R GA3 ([82) (Tudzynski 2005). 7EHY)
VB R, AT A6 A 7] T 6E 1 40 i (5, 3 P4 50 50
AN AT LEX, R I R PR 1T B 5 3T
PO BSOS RUEAN ), R il w5 i A LG AT
BB I o A A G R b XSl R, A
VIR ELTE I GA G WL 73 il EAK T 2K ¥ (Hedden 5%
2001).

GAM G 2 m AW . BE Wi K1
28 Pt Jli A TR 2 45 (1 401 1) (Munoz M1 Agosin 1993;
Tudzynski®$1999) . H3 BR G £ 500 HAH G IR A
(AR 5D T Are ASE R J, GAR 1843 T FE90%.
O T AP S o, Are AR 1B A 1T bR
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Pl LB Al A ) L
FBERR(GGPP)

2 GATFIGA3 A i FE(FiHeddenZE200 115 £240)
Fig.2 Biosynthetic pathways to GA1 and GA3
SO SRR PR O R, AR (0 8 Sk s 7 B BR R P 5 i

P450-3LLAMNRGAS A KL R 1 ik (Mihlan 55
2003).

I A, RIAEVE 2 R #AEEGA
B RIE R, ARANBE= A2 GA, HEW 5 HA o ¢
HE DRI 20 B 0 A 2 B DX (1) 98 A8 7 ¢ (Tudzynski
2005).

1.1.3 ZH#E N (carotenoid) KiE N F Ll
AR P2 AL R AR i 2R (2%, 57002 i

‘v R bum AP DI RE, L RE TR 2 i1k
93 (177 /1 (Landrum F1Bone 2001). #iFH 414 i
T iR A 41 % (Iycopene), HIAZREHE N &1
R, EACRAT B DR, T H AR T O
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MG SRKAEAL . 550 N AR 9% R 50 LA I 4E
R LA A E R X, & RRA R AT
B R RIR B

WRARLER P e AR R D 2R T L AR R
. RO 8E A (Prado2004; JinZ52010;

Rodriguez-Ortiz452012). JEEHEY N 2105 e LA
GGPP A ik, &id )\ i 2135 5 i 5 b )\ 5L
FAIZL R (phytoene), Ze5E TR ImIAMETE B
21 R (torulene), FRERIE AL, 25 BRA I 1) 54k
JR 1, A R7 35 25 (neurosporaxanthin) (F€3) .

S e s e e e e e e R e e N J
LI RHA (torulene) N

BT 3% & (neurosporaxanthin)

o N\

OH

OR
FUS (fusaproliferin)

K3 JEHIE N R AIFUSIHAL 7~ 45 (H8Jin%520 10 M1 Jestoi 20082 4)
Fig.3 Structures of carotenoid and FUS

TEARB IR, A5 5KHE M BEE AR
MK (GzCarB. GzCarO. GzCarRA. GzCarTHI
GzCarX), AT —BMFRER . L, GzCarRA
Ui )\ S 2L A G L1 R, GzCarBYi
i )\AF L R MW, GzCar T 21 1R 324,
Ll (Jin%52010), fEAGIEEAE b =G K. 2R,
1EGzCarO (Hifihopsin-like (1) GzCarX (42
A N RELI MR R, RS N EE K
WA HEW R A Bl ft 3 A3 DR 2
S DR IE AR

TERLNE Ik i 57 (Neurospora crassa)'b, £ %28

B N R IR A 2Ot I APE ST (Car-
attoli®¥1994), & H: ERHkflurh, CarRA. CarBHI
CarO2: 52 26 T (Thewes?52005), HHAH
[F) F e 20 s 3, H R 5 DR ) e I e AT SR AL ) Ok
WO XULH, 7R R BRI, e RERE
IR TR S B0 . BRULZ b, 75 78 2 i
PR B FR G LT, RIS b RIS Rl
231 11(Garbayo252003).
1.1.4 fusaproliferin (FUS) FUS -3 12 H1 4180
(F. proliferatum)r=". FUSALPE LK )G, 482
P SR, Sbah, FUSHEAT IR AL gl HU e %
i, FES0%M 4 RAET:, R X IR iy JE (Jestoi
2008). fEECE T, HFFUSHIZ LWL FIFUS i Fh
TR, a2 EE ] SN TR

FUSE—FP XA A5 i R E W), 554
SN TR (E3). C-3. C-7. C-11RIC-15_Lf#
4 BE P[] CHRTCH2 36 A1 B ;i K X 3 i £
T, FRAE . RIEREE A R IK X o X P XU
PEIR T T FUSTE S 147 P (Santini %5 1996), M fif
I T FUSHHR I AERE, IR 5 R IR 5
JR gt o XTFUSE AL 150 FHLH, H AT
EBATIRNHEF
1.2 ZEFZE (polyketide)

PR ARt/ IR S S E S A WA |
MEA . TN R A A BCLAT AP N IR, 258 W&
Wil (PKS)HEAL T B . PKS = B4, 5 i s Wh i MG A 2
BE(KS). MERE R I (AT) FHIBE S S0 (ACP) D fie 45
Fy3(1%14) (Khosla%51999; Keller452005), itz
Ah, HEIEALE AN (DH) . LS BE(MT).
WK 5 B (ER) . Wiid JR B (KR) . FALAE(CYC)
FIR M (TE) S0 =) 1) &5 M 3 (Bl 4) . SR
HATZ5 K938, 55 ACPES LSl IR Bt T B i i, SR
5 GAEK S R BRAA & (K14) . XA FEA
Wi, A=, %k R IR BRI = )
(A& i s gt T SR W R AL S W 1) 2 FE M (Keller 5%
2005).

1.2.1 #H & T E Z=(aurofusarin) O ) H &
ST PP UTTE AR 40 JBE [ 21 (0, (6 2% (MalzZ52005), &
T RZR TRV M — 2R A%, 7219374F fH Ashley
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R IEBE A REA [/ 22007 BERE | (SR | BUKGRE | NG | | SRR | FuRE | | GimaRs
& (KS) (AT) (DH) RE(MT) (ER) RE(KR) (ACP) (CYC) (TE)
AT AT ACP (T)
R - o S
OWCOA o L ©
R KS ACP (T) KS ACP (T)
0 0 . o Co, /1 : :
o 2 L s L S
% on—s
AT AT KS o:</—\ Y ©
R R

0]

P4 TR SR IS O I 1 5 M AR AR 1) B 8 (B Keller%52005 F Evans 55201114 1240)
Fig.4 Fungal polyketide synthase (PKS) domain structure and reactions of the domains for polyketide synthesis

LR R AU R IR (Ashley?51937) . J5 ok KN,
ARG Pt g Bt 5. k)
PR ARG A 1o s 4R, A/ AR50 (Dvor-
ska%$2002),

TR TR R A A R A it I 9T ) L
BOERE, LA TG4k 2930 kb IX Bt A (Malz
2£2005), & MFGSG_02320%FGSG_02330 )11
ANFE, g iR (GIP LRI AurL2) . S 4
(PKS12). FIN% M (AurF). % H 5L 5 7% i
(Aurd), AL B (AurO) izt A (AwT), fid
S (AurZ 1 AurS) (FrandsenZ$2011) 1P /N4 5%
A (AurR1FIAurR2) (Malz%52005; Frandsen%s
2006) (K&5).

Bk = A IDONSE 7 2%, U\%}*L%E'J
T R MO Ab, T AL R o a] 7 1) 41 e 5 2= il
AurT#5 iz 21|40 Jfa 41, Hﬂ%ﬂ@%ﬁ’}GIPl-AurF-AurO-
AurSH & SR MEATE J(FES) (Frandsen?5:2011),
TEARB PRI, S T6 3 iR SR AR (PK S 12
SR IR0 /N2 R (Malz45:2005 ) M1V 25 8 1 200 7,
5 B A4 RO LA 22 5 (Zhang#52012); 1 735 7%
b, AR B, S8 AR . s R )
P25 T RN TR B R SR A A T ) R R AT
“E 4 H (MedentsevAll Akimenko 1998).

1.2.2 AEEZ(fumonisin) R 532, XHRMH 5
BEER, T-1E19884Gelderblom&f: A AL i RS A
(Gelderblom?®5:1988), + AU f 2% Hh st th BE ™

AurR1 AurO AurT AurR2 PKS12 AurZ AurJ AurFGIP1 AurS Aurl2

-0 G )

5 kb

)km PKS12 Fﬂ? OO
lAurZ
OH OH 0]
AurJ
L) OO
O O HO' (0]
UHER EREOBER

JushEg s & 4
o | (GIP1-AurF-AurO-AurS)

o—

—0
HEemnEE )

SRR DAL Egn R SEs): il kegnAuR
(#fiFrandsen%$2006, 201115 )
Fig.5 Aurofusarin gene cluster and biosynthetic pathway

2 (Proctor®$2004) . R+ F W] Lyl zh )k £
S AR, R R T DL AR B e 1 R S K
J B B SRR . %R A AL By CHIPYY
FRRA, Hoh, BRMIFBIA S Th S ERZ, i
FIR 75 F S5 B 1170%~80% (Rheeder’52002).
BAREB T TR RN, GRS IR
FERTE B 2 L7 DR () S DR (T 6), Horpr, 154
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Fig.6 Fumonisin B, gene cluster and biosynthetic pathway

H PRI I 51 5 AT AH (] 11 26 a8 #(Proctor45:2003;
Brown%$2004). R85 G, B L &FUMI (R
P 5 T )4 0 O T T 5 A RN 24 H R T ok 1 84 5k it
T 1 E 3 (Proctor$1999), G /EFUMS% 24 &1 1T
ER N 5—A W R4 &, WRAEC-2H —2 k.
C-3f — I, C-12RIC-165%— 1L 204N itk it
TR R Z IR DG 5. EY R L FUM6LE
C-14M1C-15% 34k, FUMI3HIFUM2 K ¥ 3E4k,
FUMIOFIFUMI4E4k L S FUM3 [ E2 FEAK T T 1k
2 )(E16) (Alexanders52009).
FUM21/2&:Zn,Cys R {155 5 K1, 1% 55 R 1)
R HHEFERGEFREARMER. LERY,
FUM21 (8% 45 & o Ah 55 IR 1) i3 371 i 9 HL 3R
5. FUMIOE JABCH:IZ 8 [, #HEMAEAR 5 5
P 41 M P e is B e Ah R R E R . SR, 1B
FUMI95EAfA AR B 5 28 1R B 8 R AR A

(Proctor45:2003). X3 M, G A 51 I DA 2 i 1) 2
B DR R as i EH . Ak, LA B
&, FUMILE FUERL T EORiR N B, 4797 =R 1IR A
AR v TR) 7= ) 2 R A4 1) 40 5 1Ry A, T i
i) 7= W) 1E 1 B i T AR 15 %5 25 (1) M 5% (Butchk o 5
2006) . X 1B LB T AT AT AT A AR ) 2 AN
I
1.2.3 EXKFRESHEA(zearalenone, ZEA) ZEAT]
Z R A, a0 ORI, B LRI
OBRMEE, |2 AE e TR 8 EE N . XK
FLR B R ARSI AT, R S A2k
LLIME I 25 25 EL IR (Desjardins Al Proctor 2007) .
ZEA 9B PR AL A R4 A (B 7-A)
TERB RIS, ZEAT & BOE AL+ J 4k 125
Kb X B8P, 105 PKS4F1PKS1 3P/ 58 i 4 kg 5=
AL, 2t Zn,Cys, 45 14 % 55 A 1 IR ZEB 2R 2 S 1%,
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A AL R ZEBT (Kim%52005; GaffoorflTrail
2006; Lysee:2006). fij 1 5{ZEA ML A 2 il 455
E’JEEﬂsuﬂ:ﬁl_lf’&Zﬁl‘EI’JZRAI%HE’JABC%
F A (LeeZ52011). ZRAISIENFH 44 FE N
ﬁ R RIL G H, B2 BIZEB2 1) .
1.2.4 $EME =C (fusarin C) P £CEEE M
i”ﬁ@iﬁ@%ﬂ%ﬂa%@ﬁi Song%%(2004)i it 4
BEARAE 7, ERA A 4R 3B 1 St it i =2 C
A IR26 KbIX I, L4 AR H1 ) BEFE R Orf T I
Orf4. iy /KARBEI ALK Orf2 . Yl IR IR 215
H AR Orf5 g i ABCH 12 £ 11 (1 Orf6, LA
BRI IE R FusA, Z3E R I5—A3 951IANE
FER I i At B 2 A, E@/‘E“ﬂﬂ/\@ﬁ%nﬂhw}ﬁ
142 IR BB (NRPS) I D) RE 45 A 5, 72 55— AME
22 IR EL B T R I PKS-NRPSZ4 45l . 76 AR Bk
HHR BRI IR fus AR AR, BRAR B 25 1) A 8 4
k.
e f R 22 AT FH AL AT A 2 SR AN RN B 1)

A o) 0
o)
o) 7
EARFENHT (ZEA)
C

l:lz‘Ei%Tﬁ(blkavenn)

2-NE e i, C-13F1C-1447 JLANEIR (KB 7-C)e BT
(152 56 5 B 7, PR B 25 pR 140N 119 2R il
SRR A b 1) DU B v ) = 4 1 s (Hoffmeds-
terflIKeller 2007).
1.2.5 tkE®E = (bikaverin) L REZ & FRL
BRIt R, TI94YFEE 1R KI. '©HZEAMIA, 1
J& T 05 B I B AL A, O BEIR L A 4 47
B NAL SCERL T 8 SR (K1 7-D)o L FUER 3 2Rl
HfEF E IR AR Z R LRk =R
FEDN, SRAG T AR R B = 5 T i I8 B K] Phs 4,
T D5 G B 1 1 A R SR 5 Bl 1 5 0
phs4 5B RANRE 77 21 L K T8 25 (Linnemannstons &%
2002). EjPks4 (BRS04 N Bik ) A AR SASHE R 2
E R IA R, 000 G FAD A6 1 B i 420 i
(Bik2). S HHEEH R HE(Bik3). NmrAZRAL) 5 ok
A7 (Bik4). Zn,Cys6JS 7 [{1#4 55 [ 1 (Bik 5) M
MFSZ [ #32 5 H (Bik6) (Wiemann42009).

EE-RRTER )5 B T B2 304N T7 T 2 00: AreA

B
X—0

o o 0

HERBR T H R (MON)

\\\‘\

R & (equisetin)

K7 TOKRAREGIT . BERBE R BRRRRC, L RERM R R gk

Fig.7 Chemical structures of zearalenone, moniliformin, fusarin C, bikaverin and equisetin
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(R IE VTS . PacCIRAME] IR A] 1835 75 R0 P 3 35 R
(VAR B, 0, AEATAT— AN Ok G BE BRI 5%
AR pRrp, At 5 DAL () 3R 3 BB 1R B (Wie-
mann52009). Rt 4k, Rodriguez-OrtizZ5(2010)
RIL, ARG Z . T RN E R D Eh (4% 1
T, HR B IS O R
1.2.6 fRIRE F (equisetin) FHILaE AL tH AR
LN BRI AR 1) — P AR AR ), REAE A
A S B A ) g BEHIV- 1A B i 0h 2k, T )
LB E )/ RO AT AR R, AN TR 3% 7 3
IR N A G P e B ()9 0 B — s IR T AR
(Singh%%1998; DesjardinsflIProctor 2007), {4
R SR (AT A ) 2R e A s FE R AT AR (M A 3 DY fi
FR A1 (181 7-E), Sims=5(2005)7E 57 A # ft A I 75
R R 25 (W OCHESE RN EQIS, Hogmtd 82 58k J)
WRGH—FF, tEPKS-NRPSI &, 73T EQIS
(155 20 FE L, R BAT 1 g b5 U 15 X1, A7 1 Zw b B
HEACTIREM & A, W IX L e 2 5 T 4
PR 1A B
1.2.7 STk J1H = (moniliformin, MON) MON
JEAE19734 H ColeS5 N AT it BRBRA H B, J5 oK
RIRVE 2 i A0 B Jag P L TR 38 B A (Fotso%%:2002) .
MONF) 25 14 L35 i (K1 7-B), BAT RS I il vk,
REWS TIK, RIS T i ReoE, |2 A e T %
Tl SR G 1) KM 22 S5 R A D, REfE BB N
P P 3 N =R R A A, e 20 N AR ™ A LR 0
JIREAK, WUTG 7, WPk PR A, oL 2, il S A 4
ZURR AR, P G N FE AR (Testoi 2008). %) T
MONIPE B 53 T HLHIEANTE 2 .
1.3 FEA%HEIK % Bk 2 (non-ribosomal peptides)
iU AR PR (Smith251990), T KAl
5 995 1R RN R €6 T £ B 7 A2 [ HC-toxin (Walton
2006). /INFE Al 295 1) S0 LB FERS £ A2 I AM-
toxin (Johnson“$:2000)# J& T~ IEAZ A& 2 Ik,
R 2 Ik A B (NRPS) fi 4 72 4= . NRPS—
B0 5 A A ASE IR AN AT T C () B8 T ol 245 4
B{(TE), FAMEABTHETE: BRI S5 30(A)
JRBE 32 o 1 (P) A 22 IR 4 & S5 i 38(C) o IR 2
BEPR 28 tH A G R S M U JE IR P IEAL, DABR
Bt (1) JE g & BIP L f k. B, 455 7ENRPS
ANTRIPZE R I ) 2 LR 4 65 TE B 22 IR, {ETESS Ry 5

IVEHT, ANRPS R 2K (14]8) (KellerZ$:2005;
Hoffmeister fllKeller 2007). 13 fkak £ H AL
oy ZE ) SR ECE Bk, T8 e 24 I AR OB A4
ZIRRED . BiAtl T 8 B A I A
P AR 22 R R 3R (K19) .

 REmML KERE  SRGE _ BITE R
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L s el e f| [m=] |

- - N

I8 ARRZHE AR 2 ik 15 pll 4 K

Fig.8 Nonribosomal peptide synthetase domain structure
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S B MR /AN 2 IR (E19-A), Re % 5 1) SL RN
AMPERE T AR AA 2 TR G i (NRPS) T 5 44
P2 - N - B SR A B R e I AN
1) S5 1 8 () R AR A B AH O 0 55 DR e G i A4 Bl
WEAEAE(Yuan%52001; Eisendle%$2004), MfEAL
At , NPS6 (0ide%5:2006)F1SID1 (GreenshieldsZs
2007) & 7 STERBUR A I BE DN, A7 TRk A
FHABIRI DX S o AT ] — AN PR (1) S8 AR #4530k 4
AR 2 T TGV S M A R K B 1, I 59 R A Bl
PP O 7. an AN AT R R Bk, S8R
PRI EUR I3 LR E .« BEAh, RASKRTE A AL iE
AT, ARKME S B AT LL ] g . iR
B, BB AR B AP S B 18 3 4R 9 A AR
8k R A E AR
BRERAE L T T AR, B s TOK /N B
Ji I#l (Cochliobolus heterostrophus) 7K & KB
W (Cochliobolus miyabeanus) %5 2 4= A% 1 (Al-
ternaria brassicicola)™}, NPS6[1) 5375 A4 55 4F R4 ik
oA R, ZR I AE 32 B0 1 8 B A A
I IBURNE(Oides52006) o K5 KERE ik A0 paf [7) Y5t
[INPS6HE PR Ak T K /N B B 1 98 A8 A4, L3507
IFENE . X UL, 22RF R AT INPS6 ) fig
T IRAY
1.3.2 E &7 H Z= (enniatin)#1 H £ 5 = (beauveri-
cin) BV B 3R AR R R 1A S FE AN O 1 4
Ry #0513 AHARL, 35372 et A% OB A4 & B 5 BRI B AR S
AT TR IK o TR BiAt TR 3 A2 3 N- PR R0 () L- 24
B (IR . L2 IR BT 58 2 TR ) MID-2- 72 gk 5
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Fig.9 Chemical structures of siderophore, enniatin and beauvericin

TR AE R HIRAR B 2% 5 i (Esyn) ORI & 1
(K19-B). HIfE = A, % IR0 T BBk
o 2 TP 0 R 7 2 [ (Hoffmeister filK eller 2007)
(K19-C). Esynfd & CoR Uit b Dy e 1) AEAZ M 14 2
K B . 7R BiRFl T, Esynff RASAALE B4
EHREE R I W B, Ul ] R T 2
M FE AR R EAR = ) (Herrmann®51996) .
2 RERBRAT

WHT TR, S A R A ) 0 B R A
etk AR AR, XK T T I8 AL S R A
), AR T SRR . BRI AR
W AR AE R E A (U pH L B U5 S0 Y
TR ) I 1% ) 3 (7™ £ A A 5 I 300 v A
(YuFlKeller 2005), [k, T #FILPHTHLH], X T
R LA G A P A O AR AR P R AR K B BER
INENE S e 2 iR

2.1 #3EiIAT

AARGE 55— MR B R e 4 sk R 1, fig
RPNt RE A R R A AR R AR
o1, AurR1;&AfIRIP [FISER 1, 86879 o (5 ) 1A
RINRIL. B, 51— Zn,Cys S5k e A1
AurR2[1) 58748, X Bt 8l J) TR 25 1 BB A 5% M)
(Frandsen®$2006) . X 1360, AurR17E 3 (L8 ] TR 3=
BT REH . R D E RS AR
g, FUM214wtY Zn,Cys B [ s X1, BEMS 1
L PR R L BE R 1R 26 K (Proctord$2003) . 53
OB AR B2 AN, B 2505 (1 & AT
PRI TR Trio FTril0, Jeoh iR — AN 584,
B)os P EEE RGN 2 T FE(Seong®52009). Tri6
FEZn,Cys R sk 1, Rt e 45 5 TNAG-
GCCTH ), W19 5 by F T A 5 i PRURT At B 2K
FEDH B0 AH G A [ 214 (Seong552009)
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B T8 2R S 1) B s IR - 4, AR SRER R AR 5 0E
b 5% Wi Cys, His, B4 45 1) 1R e s DR 1 (R 33k, ik
YRR A FCreA (DowzerfllKelly 1989). %I
AR5 X 1 AreA (Hynes 1975)F1pH ¥ i 5 K+
Pacl (Tilburn®%:1995), ATk i 1 5 AR AR ™
YR E S R R (YuRiKeller 2005). 4Ry ATk, &
BRI B BE AN THIGA T A5 A, 7 5 BR B 52
AR GIRACE R R AT R 7 Are A, GAT A R 2 VE
BEAC, 10 HO 8 AN EUR(Mih1and52003) . 7EAR AT Hi
frh, AR pHAR W 75 5 5 iy F0 #5455 119 75 Bl (Gardin-
er2%:2009b), 1fijPacl A5 2 & il Ahp HAE, M F0 i
PR g A0 A B ORH O BE R 2R IA, PR R 3 1)
774 (Merhej552010) . HERBR L R RN S
Rl 52 B Cre AR Pac )i 15 (Wiemann252009) . i
A, B £85I A0 AN R IR AR U I A5 A R A
ANR)FEFEE 1H) & 1 (Jia0%5:2008; Gardiner®5$2009a).
WECRA B U e 8 5 S 2R S 206 %, AU
D24 = 4 (Garbayo%%2003; Prado$2004).
22 5EKAEBEXAET
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AT RS AE AR R T 7. Vel BREWE 45
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ik U 2 A ) R AT Ak O AR A A 1
A, VR BRI PR AR S (I 10) . BRAR, Beth BfE
HEAZ A — DA P 5 R R, G A T 45
() B0 R A R DR O R AU ER . 38 4 ik
I Ak Bl 40 o 41 2 25 414 i 1 3
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Fig.10 Regulation of secondary metabolism
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B EPEARSE S BESRAREHRIRT TS E M BURTE. Fg-
LaeAW)RAZ o FARE (i ) 3= 17 A2 X TR
H, AEARS IR, velvet & A 4AAE /15 AR AI YR A4
AU =) 77 AT AL VE o SR, A4 RE
MAAS 45 B o~, FgVeAAfERIFgVelB., Fg-
Lac A H AEH (JiangZ52011, 2012). Tfi H, K48k
fiurp 2 AR HDF 1) 5848, 23 FR(IKDONI 5 Jik
(Li%52011), XLy, fEAE DA, A
PRI B 2 ek
2.3 LiHES AT
TR RE NS DU e N A0 S 5 AR AL, T T A
V\w\éﬁlﬁiﬁ%%ﬁi EIXAN R, GEALE
HEBEPENRST G S 5T, 5 RERAER
e DURB RN, G E RN afIpIr 2,
FE1% 11 T DONFIZEA 1) 4 i (YuZ62008) . MG
A =R R FRGS, X GE
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S NIFIIMAPKAS Sl g, MAP1ZI R4 ik
A AEE A DONK A B (Urban%$2003);
HOG 1 e fE kA7 1 A= 58, il v (B ) 181 38 10 5 1k
(Ochiai%$2007). IXLEH 1 B T (15 515 502
AN L R, T e Y 4 B R A AR
R, 75 23— 2 .
2.4 RERGFEYZ B EYIET
P32l I B v R A R e e ]
WTAN, AR W) 2 A 23 A B . 2K
¥ NENMGAYE T iAW), IRV & ih
KR Ihm G BOE R = EFIGGPP., S5 K4 ok
TN, RS N FZMGAR G B K I %
(Candau%1991).
3 &iE
W o T A e e T S R L ) AN T 58 B,
TR % AR AR ™ 0 11 5 DR A 5t A2 45 167 B 25 AT (Ma
£52010), TR AARE P AR MERf 2 . LAURAS Bk
A, JLIEP 4 A 4R AT 154N PR S [ (Varga %6
2005), HHT A, PKSI2E 4 it (i ) B 2 1%
BFE R (Kim%52005; Malz45:2005; Frandsen%$2006);
PKS4FIPKS1 3 7245 1T K A 85 45 W 1) 5% B 25k [
(Linnemannstons%$:2002; Lysee®$:2006); PKS107E
B A B R Ch AN AT il PKS3T] LG Bl Fi 5
O R 05 AR 10MNPKSEER K D fig

KA. Foh, REHMIER A, 05 1540 b
NRPS {5 (K] (Tobiasen52007; Varga52005), i
NPSG6 )7 W)k 3R 47 5T LAk 251 I 35 L (Oide
£:2006), NPS2 11 578k 1 2% (ferricrocin) [] & 1% (To-
biasen?52007), NPS5HINPSLE /I3 W 24 4 (1) S0
RERE R AEAE ] (Zhang?52012) . 17 HLABNRPS )
PR R D REATIANTE 2 o 70 R AR AU = 4 1 35 AT
o, gt A AL R . IR . SRl B
filg AV da t 1 B IR, IR A2 H A I 0 75 1 .
.Iﬂ: FalE ok e A ook 5 2K, AR HEAS B R
EE, 'GJH:ITET i S WA R B 288 1) O B
Eﬁ TE— R G5 EAEAE AR B [R5, IX 45 3
aiﬁﬁ#%%ﬁ ok TAR KA A .
DRI A H A T3 HORT IR A A ),
MAE LS WA N, 10 R A 5 T I AR AR =)
7= 4 (Hertweck 2009; Brakhage#lISchroeckh
2011). M H., FRRAEARE =) R A ARG
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VE 2 G 1l F v £ 85 0 (R DG Bl , LB R A %
WA, A Tri5 )3 31 e id 1 R A ik
TG /INFZ RS, R T Tri 5 5 A S P A Tl Ak 2 2k (10
gen%5$2009). FRItZAb, TR R PRALZ G N 2
B IR R b, B £ A S R OC IR R R 3 R A
KIA(Zhang®52012) . o BRI Trio <A fA
DONIW & BRI, A0 J5T /) 22 250650 1) 30 ) W 2
T B#(Scherm%52011). XYL 45t B, DONYE FJE I
(crown rot) [ & 4 it 2 r ke ) 350 A7 IR .
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6 BB 11K 32 21 52 (Maier%52006; Cuzickss:
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WA R AR = = A . AL, AR A A,
AU AT AU B2 P (A A7 R BR AL, 1o
ERIA A R T, BT A2 G sl B & 4
AT 7 AR ) (Roze552011) . SR, K144
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