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Abstract: Iron is one of the essential mineral micronutrients for plants. Low concentrations of effective iron in soil can
easily increase risk of plant iron deficiency. Several members of bHLH transcription factors family participate in the response
to iron deficiency and play an important role in iron regulation of plants. In order to better understand the mechanism of iron
deficiency response, an overview of the structure, classification, function and regulatory mechanism of bHLH transcription
factors was given in this review as well as signaling pathway triggered by iron deficiency. It will provide theoretical basis and
design strategies for cultivating iron deficiency tolerant or iron-rich crops using bHLH transcription factors.
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HERR FEYMRENE bHLH BRAFHRRHERE

B (Fe) REMAERKEAAMNEEMEITER.
BN R i 22 20 MO B S AN Y45 FH L R (AR I
W A ORI R L B B T, R
S AT 44 P AR S Al kT ARk
Bk i EEWITRZ —, (ATE R A
WE UAREEN R AR, SE80HAEY
AT AR, gk BRI R LR K, T AR AR
W 7 R R ), BRI MR B R i A s
BLRIXHR E kR A R B e m 2, M
3 B SR | 5 IE BR  BR R AR Y = R s
R AR IRIROR , R A R T A
PR RO — 290 2 iR R G AE R
TG SRR KRR S . HATE iEsE R 255t
A, W EGIT Arabidopsis thaliana 1 FIT #il
PYE. /K% Oryza sativa fiJ OsIRO #il IDEF £ 5%k
e R, RN, FIT. PYE #1 IRO
B A B SR E - R -2 5E  (Basic helix-loop-helix
bHLH) % 5% [+ 5 i, #2718 bHLH 2 178
PRSP AR R EE . SO TR Bk b i
S bHLH #55E R T 4h# . 2R T i & L
FEHLH] . TR BRI (5 Sl B T LRk . B
TE NN Gk B8 13 2 bHLH %% 5% R VR Y
T, AR SR Ak A8 T 2 Y S e TSR AL
PR .

1 A0 BL R sk B9 R K RO SR

YR T e MR BRER , SR IR AL ) DA - 3% o
R, AT I AR R AR B A R
WIEHRES R 1), WiARAESF ) R
o (g M. S 1 afE 3 AR AR
PRERfL . 3B BRI, R Z i, H-ATP BigHT
B B AL AR, FRARARBRAY pH H, MM
EeEmskmmm il mALE, FBSS & rBkar
A AL B 2 (Ferric reduction oxidase 2, FRO2) ##4R
0 Fe il R nI TR Fe?t, SRJE I R
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FIH 88 %42 5 11 1 (Iron-regulated transporterd,
IRTL) 5 AHLZ e 40 BB t00 Bt 5 e
Bl MATBE ML 4 56 % B b A A s 8, sk
e 1AL 00 308 3 e TSk 2 A DA A2k 5 2 1) - S rh 2
S AR &L ML B EARKS
EGRE P N A, (EURE A0 00T Rk 1 R A B 4TS
AR

2 MY kM8 N A bHLH %X B ¥

2.1 bHLH ¥ REFRIEMMSE
2.1.1 bHLH ##H K%M

bHLH %% 55 IR D8] 35 A R S7 1 A v 1 il R
Jite - B -0 i 45 g 4 T 4544 POV bHILH 28 11 485 W 35k 24
A 60 NMEER, A 2 MRSFIXEL, N-R¥i 10-15 4~
G R A A FE R X, C- AR b ) 40 2 FE R
2 PR - FR - X P22 HLH X% bHLH &
B AETE B R R S P 3R, o i R
X 5 DNA 45423, bHLH % (115 DNA f75#%
1R 741 E-box (5'-CANNTG-3") i 52454, M
T JE P AR I R 1 2235 . E-box o] 2 M TR ]
AR, WA 2RI, SR WA — R 2 RS
G-box (5'-CACGTG-3)4, T fit bHLH % 5% K+
B 5 R R A B TR bHLH 5% 5% R ) R 452
TEH
2.1.2 bHLH#FHEFHSE

bHLH %5k Ky 7EshP b LB, BlJs
TERZEER AP LI . bHLH FIE Y i
R PRz —, WiRE % 5 Toledo
SRR T T 147 4> bHLH % s R 38 R )
Sy 21 AWRREE, BEE S TEYRER R, B
BT bHLH A58 mE) 162 4>, X 26 bHLH 5
KW B AR, Hr 2z — gt 26k 5 o
Li 286K A5 R 8 167 4 bHLH % 521 743k 22 4
M5, R KRN R I TR A ) bHLH % 5% R+
R4k 25 AWERY, Hudson 2PN, Ko
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bHLH Br—AHA, HA W Sl BA &
JEW — Pk, WmIr . KAF. A Solanum
lycopersicum, £ K Zea mays FIK 5. Glycine max
H bHLH %5 F YIRS I R SR T LR I
WA, RYIKFEEDYRZ BIfETE 2 5
FEE MR BIIR A, bHLH § 53R &7 B 24l
Yy ehl A BTS2 BRI B 407
22 HEYINMEFHRSKMIE bHLH ¥R EFIhEE
MESRCE

bHLH % S [H 1 I AF AR T i SR A 4% 41 41
h, Z2H&MESHES . ARG E
frty i 7 P8 AR SR AR o 4 ) 45 ) SR A5, bHLH
SR A AR I E -, SERES
Fe S m AP Fe g w5 pi 00 e 2w,
TFAEAERERA | i A B3 B R B e it
32 A I R A I 2 rh R R AR

TP 8 B P ) AL A 2 %, bHLH
B SR F RSy A v e orh . HRTE 2
NN S LN NS AN/ 3 i L I N
% 4&  Chrysan
themum! | 3 . Malus domestical®® | 1% #f
Populust® i 57 g 345 |- A A~ 32 B gk 30 55 S 19
bHLH ¥ 5 [H . LRIy AtbHLH29, Ak
& FITL (FER-like iron
transcription factor 1), AtbHLH38. AtbHLH39,
AtbHLH34, JK#& IRO2 (lron-related transcription
factor2) 13 FER T REMF B MIRA -
T FER fre 705 v 8 5 o o 28 ek i, 87
WE R MR, Tz, SRt
FIT1/FRU/AtbHLH29 J % #fi FER F [7] J5i 5 3 191,
RIS — a4 N FITL. AtFITL 2E MR 3 f 2 BLekids
FRIK fit RAGKFB AL, Bk fit 282K
BT , A—Fry skl 2 5L A AR 3R
% F U bHLH38/39/100/101 5 FIT [HlJ& T
bHLH Ib W% , bHLH38 1 bHLH39 £ i FHIAR 1 #

4 W 4 Malus xiaojinensist*®! |

deficiency-induced
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ik, BEZHEKERZIF S, bHLH18/19/20/25
J&F bHLH IVa W%, FEAMWPRE, ot
JEFIMR (Jasmonic acid, JA) AFES, & FIT HY
B EAEY, U IA AT FIT A MR, 06
R T 1 iz i B0,

T, KA. KREMEKRKERAHEA
AtbHLH38/39/100/101 1 [R] #54% . bHLH104 . bHLH
IVe V% 5 bHLH105 A1 bHLH115 7 fligk i
RS BARBER . R4 RIEKFEAF,
bHLH38 #l bHLH100 &A= bHLH39 Fi
bHLH101 AH{L. FEA [l #8467, bHLH39 #il
bHLH101 KB B 4 A 3R k15 . bHLH39 7E
HR . ZEH BN DA BORAR | T R S i s
TERF 0 v k4 R Y, % Bk S0
J&HY) POPEYE (PYE) 2 13 1 f R 45 M0 Bk Al &
fiff NAS4 (Nicotianamine synthase 4) . k416 5
FRO3 (Ferric reductase defective3) FI%Ei%A S 191E
HEHF ZIF1 (Zinc-induced facilitatorl) f{#£ik%
5 Fe FazslA, Kk FEh—24H bHLH % 5 7983
BREABBBIES . RS, KRS IRO2 IE
VAT R AL A A DGR, IRO2 3 R ik fie
PERR AW A EE LA KRR IRO3 2R (A BBk
SRR L 20-70 £, IRO3 1 %k A Xk gk i i
Rk, Bk S AL R A Z M, $28 IRO3
Je K R Ak S 7 4 R DR - %

RS N /NE SR T MXbHLHL ik |k
i, HRRE AL AFITE, Zhao 2% Bl 1E
B A AN UGN B % R (Abscisic acid, ABA) 4%
PFF 4616 CmbHLHL 7EAR th 33k L. M PFIT
RIEGE AR E R ekt Li 21005 g fn e ik
T K& FIT 1 AtbHLH38/39/100/101 [ 5 5k [l
GmbHLH57 H1 GmbHLH300, ek 414 F w4 3
PR b, FATERAIAE 2k . Zhao 451
RIMTEBRE ST MdbHLH104 34/ T35 H'-
ATPase [IE 1, 3858 T %% Ik R 57 S 473 40 200k



HERR FEYMRENE bHLH BRAFHRRHERE

Bk TR 32 . KRS bHLH133 7645 1 MK 2] g
5 32 1 7 b HLA F I T AR Y. Du 4B
WeoE SRS bHLH b 7% 5] 95 14 3 ki 5 I
F SIbHLHO068, SIbHLHO068 7E #ek ke . =L Fint
hFhRERE B, Rg RN, iR bHLH
B N FAERE W R B 7V b R B AR, A
[Fl ) bHLH 7EFRIRFRAOL . 240 %
FHEABKNES, W RETEA )2V A [7] 2R
T R TR

3 bHLH #KEFAMA%MEFHREE
iRl

31 bHLH%®XEFREIMEEEHR

bHLH F% I — A~ BLALRE i 2 bHLH & 38
DA a5 IR R AR ME R #E/E A . bHLH
R AR S b S R ) RS [
fighf, XAk R HIREEM . bHLH &
FI Y C-AR s HLH X 8 171 53 T8 B[R] i i e 5 — 2R
RSB FE fit SRR, IRTL Al FRO2 A4 2
FRRARIO R FIT AT LR R R IR — B A, (HEp
Mk Fik FIT A8 FRO2 1 IRT1 By ik, K6l
ANE IR A B B R A Bk o AR AR BRAE FIT
5 bHLH38/39/100/101 = — #t 3 ik 4 fiE UK 5
FRO2 il IRT1 %3451, FIT 5 bHLH38/39 (3L
1R IR AT R I 1 K B ARG Sk 1 T 27 P e 2
EPY B FIT S AR R R I R
AR R HEHIgE., 52280, Fi FER Al
SIbHLHO068 1) H.AEXf F LeFROL fil LelRT1 f 3%
ST /D B TR X Zj A S i kb S
ISUESE FIT AT A5 bHLH100/101 A (4T A — 4B
8 U R4S bHLH38/39/100/101 kv, F FIT
BS, HAEFAT FIT H bHLH Ib 37 7% 5L N i 8 5
ML M A3 . bHLH104 FT LIS ILR3 JE 57 JR
B, WAl LS bHLH115 HAE, 55 bHLH34
B ERTY, k% bHLH104 TTRE S 24 HAE
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HRE RN B EEEER, KT
GmbHLH57 5% GmbHLH300 F 7 it % ik 5 Hou) ke
Bk N AR et SRk bR R Rk R EUE R 9
BN T R B O MxbHLHL B AR RETE
P B v 58 O B 5%, HEWT MxbHLHL Al BB
5 HAth 25 PR R IR AR A BRI T Rk e 1z s R
ekt DL RS 2 I bHLH 8 1 AR P8k
S U5 Z SRR T 2 Bk e 1 R AR,
TSI AREL bHLH 25 U B SRR LA . 4544
GHARGE, XFIERXT bHLH AR, sE—2
5% bHLH B Zh g B B2 8

3.2 1EY) bHLH #REFNSHIREKMIEBE
5B
3.2.1 FIT E#EM%

PR IT AtFIT FEZAEMR P Z 8% T RIE
BRERAET . ThEEBR 228 1K fit Mtk ZE o H K
PP EIR G, YR T BERIEIAGEES IRTL
M FRO2, FRO2 =% IRT1 il ERAHHE FIT, T
WHi T FIT 5 bHLH38/39/100/101 JE AL AY — 2
P BT R O b R Rk FITL 5
bHLH38/39, FRO2 Al IRT1 $i&im ik, AW
Z 1%, FIT 5 bHLH38/39/100/101 T —4
TE RS IR — KT TE IRTL A1 FRO2 Ji 8 3K
Zi GUS # kB e m] IRTL fl FRO2 & FIT
5 bHLH38/39/100/101 () H 443, 1M FIT H
A FIBMBEOE M VEH . i %35 bHLH104 F1 ILR3
S ECHE 58 () Bk A2, bHLH104 fil ILR3 g
5 bHLH Ib W& MK, PYE G 3l F456, 1EHR
T TR A B S R 4 3 % 1) R R R T o B AR R A%
£ bhlh104 F1 ilr3 2845 f rh FIT Y b it 32 40
i, (HEA M F] bHLH104 5 ILR3 5 FIT )3
LA, RUIFAIEHAR R bHLH104 F1 ILR3
TR FE R T FIT, ILR3 i &3k S8 A
ZEW, 1 bHLH104 (%5 &AMk bHLH1040x
KFIEET, FU ILR3 1 bHLH104 A GEZ ST

B<: cjb@im.ac.cn

769




770

ISSN 1000-3061 CN 11-1998/Q /=¥ T.Fi%%4i  Chin J Biotech

TS [ B T T 0 1500, Lim 28 0 T T 1 AL 2%
LERGUEET FITEE5EA (FBP), FBP 7EMRZE
Wik, M FIT 516 T (R Fiz 42,
HoAth FIT WFEREEE, 40 IRTL Al FRO2, F%
R TR, 1 fop AR b B LI 4 5%
ERPT,

3.2.2 POPEYE =M%

Dinneny %8RI B 40 37 AR 19 2% f 4 i
FEETE &8 B TS R A A O L R R
O T RE S ) O e S A L R Ti B 78274 S ]
HIXFEH . Long 2P RESIEEIF bHLH IV IE %
1) Rk i 17 47 845 7 POPEYE (PYE) 7EAR i E:
B A0 M b R HEE AR . bHLH104 . bHLH115
(ILR3)#1 bHLH105 J& PYE MyRJREMA, Hpsk
£ PYE-LIKE (PYEL) %[0, Bk &R,
pye RASKMAAERZIH, HEfh . iR E
L AR SR G PR AR PR R T AR ) B RRAS, T
HAIH b k& A o bhih104, bhlh105 %€
R RILZELT pye RAE(AK, bhlh115 J8 28 (4%
TRk ) R E 1 5 1R 38 bHLH104 Y bk 3 8
HHRARIESFA R . 235 bHLH104 5 ILR3
A i T A2 Ak, Ak 52 RN R R R AR 4
U DR M 5 £ A 45 K . 2 23K bHLH105 i i#F 2k
LR, FIT, FRO2, IRT1 L& bHLH Ib W i&E
Ik R 5 B N FE bhlh104 F1ilr3 58728 (A rh R
LW bHLH IV Y% R 51 2A ALY 41 S RE A1
AN A 2 T RE

Y JoT Ho g2 L TTE S0k IR PYE A BLHEZE &
F| NAS4. FRO3 1 ZIF1 B 3hF b, JE TR
ik .PYE ] 5 bHLH104/105 5 ILR3 H {25,
bHLH104/105 B bHLH34/105 ¥ Rk NS5
PYE 47, i ik bHLH104 S8 YA
HORW R AR . 78 nasdx-2 W) 2
WRIT AR, R Bk e file 2R A R A4k I
PRI E R Zh A, FEEkA BRI LTS, gtk
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el 25751 CmbHLHL 5 ILR3 &5 BEARML, 7E 5k
B0 IR BRI e B R bHLH Ve
SR 2 sk IR - AE AR ) AR N RS Th g D) BB T g 2 I
SFIY
3.2.3 BRUTUS J#& M %

Long P28 T 95 —ANFEM dh A ik
IF 2 kR FUE S bHLH IV o W15 i 5 E3 5
fifg 3L [l BRUTUS (BTS). Sk 414 T bts 2848 (&1
FHLY pye WBIFMR, TERRFARFZMTHRERS
Gk FLHAT o ) Bk T sz Y BTS HAAIZ %
IIREI SEREE A, R —PIVEAE MR AG IR AR . BTS
5 PYEL A EAE, $8 bHLH105 fl bHLH115,
M1 26S & [ BHAA 3 17 5230 E 52 bHLH105
M bHLH115 FEMRSM 0] LIk BTS BEff, & /bt
W AFSE bHLH115 By BTS %A #:% bHLH105
1 bHLH115 1Rl LU B bts DhREE AT 1
BRid BEFL 2 . bHLH104 Sl B bts 1Y BRI 52
PR AR A0 A% T IF RB 62 BAE, (AERRER
A BTS 45 bHLH104 f9/EFIAH R B, 4k,
bhlh104 2 75 1A o i 2 Bk T I8 A9 3% [ 7E BTS
RNAIi #RZ& ™ Fi#, 8] bHLH104 F1 BTS A figdt:
FITEER AR S IR iR PR . Bk &R,
bHLH IVc V% bHLH34/104/105/115 i#i& PYE.
FIT . bHLH38/39/100/101 4 % ik . FIT
bHLH38/39/100/101 P} [F]¥#i& IRT1 F1 FRO2 [
ik. PYE HHEHEER A AH G A ZIFL F1 NAS4
(k. bHLH34/104/105/115 1£ B & %A Fi )
IR, BN LR o 7 ek HA e i 4 T
bts AEMZ R it B8k, BREER JE IR (1 3R 36 . 2
W, X SEERIE 5 KA HRZs A ik Al 7 AL
HRZ1/2 HAF E3 MG %, A1 BTS —FERELS &
Fe. Zn, WESE T EAT AR Y b Gua s i b i
fF oY,
3.2.4 OsIRO #1 IDEF W IER#E®RRZ

KA Bk 38 15 S =X A G/ IDEL
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(Iron deficiency responsive element 1) #I IDE2 1
SR kB, PHAIZ S TR i Ak A R 2
WS, Fsahia TiZoolE i SR I ¥ IDEFL
(IDE-binding factor 1) 1 IDEF2 %% & #i[*, IDEF1
F1IDEF2 43 545 W~ 37 H P AN 85 8 A ek
VB IE M 4% . IDEFL 1E [ 45 Kk 250 E ik
W SCRE DG L [R . FE SRR 38 A AS TR B B, IDEFL
T WL N b %) i IDEF2 EE T
LN AT BEANAE . IDEFL 3 3o 15 4 W Mg Al e L 1R
JA B FIXY CATGC Jufb4h & i 15 ik Le 5L 1Y
Fik, N FHEYRTEARA BN . IDEFL IEH
2 OsIRO2 73514, 5K IRO2 3 T45 41
B0 JFSh CACGTGG™, #ik# IRO2 Ry 3
WO s AT RE A G LR B b iy E-box #E 4T
OsIRO2 IE A= gk M e s m [0 AH G B [H, Ao 4%
OsNAS1, OsNAS2 . OsNAAT1 ., OsDMAS1 . OsTOM1
F1 OsYSL15 %5, 3l 31k OsIRO2 #2 fm #k B 1 1Y i
WA iz, OSIRO2 845 — Se Bk 5 5 4 S 7 1Y
ik, AAREARE BT, SRk
K OsIRO3 il K A tifedk e Jop S R iy e ik, &
B X Bk ) s v Y. IDEF2 J& T NAC #%
SR TF R — 50 3, REAE 525 A Bk N 24 I
K Joff IDE2, IDEF2 FE/K REAR AN Hp 4] a7 25
ik, KRG IDEF2 [ REM il T BOR 2510 (1 4k 43
Mg S 8 IDEF2 1E 4% OsYSL2 J Hifth—2s6 5t
B, A3 B AR ik

25 L FTid, bHLH %5 K 7] Ll it 270 4 4~
AR E TR BRI S o AT TE PR HLE
NAGREEER, 85 ARELT X 2
W, MR B bHLH 3 S5 B 1 2E AR P 2k 8 5 4 il
i AR O U 2R . BB bHLH %%
ST R Ak g 7 R 92 I 28 B P IR T R AR A 1
XPERRALE], bHLH JE A v REVE I VE W A Wik
AR, IRABFR LR AT D) Ry ik if 52
Vi ol A M 1 5 SR T
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4 RE

Y bHLH ¥ 5k R F R i A%, 1EAR
RGHEE P R IEE, S5 EY
bHLH %% 53 K i it 58 AL 1 oA e 40y 0L i
FUKFEREUS T —E MR . B4 5T A BAXE
BRI A MRACEAE L K BRI T S 4L T
R PLEEAEE T P bHLHO41, bHLH130, bHLH93,
bHLH115 M i 2k b 3 ik BiH, sk T
bHLH115; 7 K 5 ek b B A0 27 i Fi vp 22
A~ bHLH #sg R fAfERik 25, Hrb bHLHA47
B S DN 176 K G Bl A PRI 52 b op 3k R
A Bk b P ) R AAE P R4S bHLH % 5 H 73
R, X R SR T D BB TR — 25T
DA b 25 S A 3% B Ak 2 % A ik 17 bHLH 5% 5% ]
THAREE XL,

EAJE B h, X T C 00 Bl gk i
bHLH %5 [HF, T2k — L pi o R AR RN 3=
TR 4 J AR, DX A3 [ At ) 23 A HP 1
Wi S PR s B E R RS bHLH %% %8 116 Sh g A
o, 3E AR = e U S AR A . R AR S G A A
B IE T BE ; T B S AR AL, B
WRPEEE N R, f# AT bHLH 8 (i BAEZ
WL RN, ANFEVEPE LG R AnT 5 oAb, Bt
— & T bHLH & A0 =454k, b 1 i
HAEAC B o B Ao R HEVER . 5T bHLH
SR DR PR N B W 2 RERE L R 20 ER R
TSR | AR . ABA R0/ 2 K 2538
R REFR TR ER, WREYERS
bHLH %% 57 i M4 2 B A e EE . PhE DL
FEPURN,, A TRy Al
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