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Abstract

The symbiosis between leguminous plants and rhizobia leads to the formation of a novel root organ, the nodule. In
mature nodules, rhizobia provide the host plant with ammonium, which is produced through bacterial nitrogen
fixation. The symbiotic interactions involve the perception of bacterial signaling factors called Nod factors (NFs)
by plant host, the NF signaling pathway, the formation of infection threads and the development of nodule in the
cortex. Although this nodule formation is beneficial for host plants to secure a nitrogen resource, overproduction
of nodules could deleteriously affect plant growth. Legume plants avoid this by utilizing a negative feedback
regulation known as autoregulation of nodulation (AON), in which earlier formed nodules suppress further
nodulation through shoot-root communication. We summarize nodule formation and types and highlight recent
studies on the molecular basis underlying NF signaling cascade, AON and effects of environmental nitrogen
conditions on nodulation. We also discuss current research problems and reflect on the future of this field.
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(RRERE, e R 7 I KA E SR O &
AT, FERIMAE: gim P HEENGE LS
R Fe b, VF 22 AR F A AN [F) LR A
B oy B, o L DR D Re AT LA B [ S X
FEL) 95 2 A (Medicago  truncatula) R H A 1 kAR
(Lotus japonicus) AT 45K LLIE . Dhfg R 4l
N A 2 U WK WSS i R I . AR
DB 7 I A B KRR () 45 e S AR AR A 48], 30T
AR SR W) A8 R AR ] 0T TRURE 9l e 3 AR S e
B G S A& B RIEAT T 2708, FEX Y111
E () 10) R LS A 5807 AR T e S e B, LU
G RHEY) SRR R A BARRT RS

1 REBFREER

SRHE Y A LU A 8 AR 98 B (Rhizo-
bium) 12 M 6 )& (Bradyrhizobium). LR IE
J& (Sinorhizobium) 1% 4= # 98 14 J& (Mesorhi-
zobium) N [\ B AR IF B & (Azorhizobium) %5 R I B
A g, IR B IL A R 2% I B TR AK A B SRR A AR
TR, AT R AR HAR R AR TR AR XU 15 F
PR B, MR AR, 15 S AR B
S5 R DR () 2k I TG 459 K1 (Nod factor, NF).
XL g o o o2 — 2R ok O
(lipochitooligosaccharides, LCOs), ‘I #4457+
PEH NS, R IR AR H— R YN, e
I J BT (Ca”" s Cl v HOMIE I B TR K
HUE A T A4y B2 BRI 4 il (Dénarié et al.,
1996; Cardenas et al., 2000; Shaw & Long, 2003). 7E
LA BN, B AR e T2k N\ 41 B 2 [8] I
BIE U NEL . AR NEJE— ARG, ti e i
(VAR 490 A T B ) ) 308 B fie L BB PN B T o 5 01 [
I, HEL6 R AN Mg AT 22 53 ¢, R RS IR TP
B(Timmers et al., 1999). VAT =4 1 77 5,
FRANEAER B P ) g I 28 0ok fe 2 4, B Je A
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JBE A L TR AT DA UK 2R TR A4, AR TE R, R
JRFEEB W B N MR (van Brussel et al., 1992; van
Spronsen et al., 1994; Brewin, 1998).

SRR T 35N B-1, AN EE R 1 LB
3 T 7 B A SR AR B BN AR I i i g 7 T P AL,
FosE FFRR R AT A MR IERE I KR S AN LA
JEE ¢ 52 25 NF IS PERVRE ek, O SRR B 1
LR . AR AR N LR PRI
B AEAE, (RIX LS ORI H T JEXRTNF S S 1 I A
SRR WA TG 0 BN, {EpeBE e AE 5 rh AR R R
LR HAE R, AR NS BT ™ b sk 4598 DR+
PG i 2R AR IR I B A S, (HASIETE ., 4
R S e DR ) 2 i B R8sk 1) A A D)8 A I
F4 B 5K (Ardourel et al., 1994; Oldroyd et al., 2001;
Wais et al., 2002). Kk, G A$EH T {EMedicagoh
NFAEAEPI RS2 55 2R SN2 AR, A &0
SRS R RN T T, TS A AR
PRAEAR R R IR N T R, RN () 45 84 35 3 )™
K11 923K (Ardourel et al., 1994).
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S R UL 1o AN RO IR W TE TR
T SRMEY) b, PR fE . i 5. (Pisum sa-
tivum)~ #x 5 (Vicia faba) ¢ 4t =W 5 (Trifolium
repens)SE, CATTRAT M5 2 Uz 0 T 4y A4
20 W E AR RGN, RE2E S iEh
LTI (] A, 3 B0 s AR AR R A T ik T
R TR X, e rb 7o i A ] U R A I a2
T ZWIV)ZE (Vasse et al., 1990; Brewin, 1991;
Hirsch, 1992). ZERN2E, HA IR BARAZEEE
A R T SRR, (R e TR .

Sefr b, 8 BRI 5 AN E BRRIR R DO AR
WAEEER b, fERE M, eliiicasr 7 AR:
ANGE BRI (AR SR TR B TN )2, 1T o TR AR R
(RRIRT S TR B T A0 R 2 AN AR LI AR B A
L5 B 1R R AR, T E B AR A 8, WS s
(Phaseolus vulgaris)FtAME N A H BKAR —FF T B
JFiMr(van Spronsen et al., 2001). H4b, FEEARLEA
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Fig. 1 Diagram of the determinate- and indeterminate-type nodule. A, Schematic representation of the five distinct regions of an in-
determinate type nodule. B, The vertical dissection of an indeterminate type nodule of Astragalus sinicus. C, The vertical dissection
of a determinate type nodule of soybean. A and B are derived from Naito et al., 2000; C is provided by the laboratory of Biological
Nitrogen Fixation, State Key Laboratory of Agricultural Microbiology, Huazhong Agricultural University, Wuhan, China.
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AL — NS K (Prell & Poole, 2006). HF573 1,
TERNE R G IR, IR T 1R (PHB)7E AR 14
i i K E A7 (Lodwig et al., 2003, 2005). {EANSE
TRURIR (1 2 R A B Bt R rh, PHBRIORL 2L [FI I,
DAAS ™ PHB P RSB 1 R AR AR B M i 7, LA & AR
Jo IR R B AR TE R B SRR AR T 2 AR
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W i B R A W e, T A Ry 4 e B RRRE 1) R )
W, NH, 9 45 5 0 IR (Lodwig & Poole, 2003).
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LI ACH R 2 ARR o B 4G M I B T,
FCARRIF AN 5 48 K2 M 21 3R K (Nap &
Bisseling, 1990).
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(Nod factor perception)fllsym10 (symbiosis 10), 4k
TEPEEE E fE (Amor et al., 2003)F15i & (Walker et al.,
2000) 1 A B, o rb g A G B DY [ B 2 A LysM
RLKs. f1ELysMISZAMMERA KT, A 4598 K
T 5T 1RO, (R A RN A I X — S5 DR 15
e AR TP i B B ) SRR
TEBEFEH R, LRI —HAREIE iR e (do
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dmi ] Fdmi2 AR AN REQLETRE [H 1 1 37 A 405 0,
AT AR AR B 2 R BT (Waiss et al., 2000; Shaw
& Long, 2003; Ané et al., 2004). DMI1 & 35k 771
I AL T BB T AR A0 M Az e b, BRI
gy A AN B T HL 3 R R 1 S M I(RCK),
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FERIARIE, AHERCKAE W BRI bk 2k AL W (5.
T THRIAERTE R, TG B S Hi i g g =5
EHFIVSENBEIE . WA 1A, DMILH%
HHEBEZ 588N 72 e 721k, i
HHS S Il S H(Riely et al., 2007; Peiter et al.,
2007). DMI1FE H A Fy KR H A5 A R 95 A 1 Joc
POLLUXFICASTOR, ‘& 1I11# 5884k B fig K AR B
DR, BAKRAEREEL, BAGETE A
2k; 5DMIIAR[F, POLLUXFICASTOR & i 4
I+, Tmaizumi-AnrakuZ(2005)#E W& AT 0] GEE B E
G, WS IR BRI . TR R I,
POLLUX M CASTOR 2 2 3 — ¥+ & 1) 3L 2B 14
R—MY) 5 B A E B AR, SR
GRS )2 A7 A5 H v B OR <Y (Banba et al.,
2008; Chen et al., 2009). DMI24it5—AN&H EE K
SCAMR T & S5 M) 22 A TN (LRR-RLK), & {7
TR FI4Z N2 I (Endre et al., 2002; Limpens et
al., 2005), &R FEVEYIAT: R B H A AR H
(Sesbania cannabina)[/JSYMRK (symbiosis receptor
kinase; Stracke et al., 2002; Capoen et al., 2005). %
1L 1E (Medicago sativa)fINORK (nodulation recep-
tor kinase; Endre et al., 2002) 1 i 5 1] SYM19
(Stracke et al., 2002). dmi3%wtH%" B /55 11 2 HOm
)8 I (CCaMK) (Lévy et al., 2004), H A fik
iR 5 FL R Y5 A 3L K A SNEFT (spontaneous nodule
formation 1), CCaMK & > AN 4t ik, 725
PR R A Jn E 0 HI A OB, A 43 CCaMK 1)
T 1 A3 AR A, DT 50T AR R Y T A kAR i

AL S SARMEYILEGTR I R AT 879

Fio Fldmil. dmi2—FE, dmi3/NREFLA S5, Hi%5E
AR RETE A e o TEAERIRYR RIS OL T, BEoE
(1] CCaMK RE 5T 1 J1 4598 2 JE X ENOD 11 [ 33X,
FEAEREAE LI AR (Gleason et al., 2006; Tirichine
et al., 2006). 5 T 1 S5 AGIE (5 5 LAAE, DMI3iL A]
i 20 o B R A 1) 7 U A2 ISP 1) 3635 (Smit et al,
2005).

nspl nsp2 (nodulation signaling pathway 2)HA5
Fdmi3 AL AR R A, WAL 2o R B, eI,
T-dmi3 ) FF, gnitJE T GRASZK I I £ 11 i (Kalo
et al., 2005; Smit et al., 2005). GRASHE I f0 54
SRR E X — LN R E AR ST F 41,
VHIID. PFYREFISAW, iXANFJk % b2 5 4 Ak
B RADCREREINGE S TA O, R 5%
WA NSP1. DMI3H) e {7 T H3 2 5z 4i il Fi
SN A A MO AZ L-(Smit et al., 2005), NSP2IIJ 5 {7
ERZIEFI P TR _E(Kalo er al., 2005). WF5TEM, #
I EA R R A, — e 4R 2R IL R
MWk, HrhWHEENODII. 0% CCaMK L g
%S ENODII N E ik, A8 75 BNSPI . NSP2 J
ERNI1%5FE N2 51 #5(Gleason et al., 2006; Tirichine
et al., 2006; Middleton et al., 2007), B CCaMKf%
6 55 5 E 2l FIRNSP1. NSP2. ERN (ERF
required for nodulation)%5 4% s 12 K10 T FE ik
KT %k o ERN1 & H[F)J5 45 FITERN2. ERN3 4%
YEMTENODIIW A 81, 3eh, ERNTFIERN2 4 ¥
KOS D), 1 ERN3 W 40 1 4 ] (Andriankaja et
al., 2007), HAEHIWFFTUESE, {EAASh, NSP1H] %
454 T ENODII. ERNI. NIN“ 5114598 2 HE A )
JA BT, FBHIX LEHL K )5 5 75 BENSPL; i 7E
R, NSP15ENODIIA 3 ¥ W AH B AE H ik 75 2
NSP2, JRE[PANSPI-NSP2 573 2 BAK K 5 2
454 (Hirsch et al., 2009). ERNZE 45 K T HINSP1
HENODIIA8)¥ 2 M4 &4 miAUAHE26 bp, #E
DI P 288 B 1 i [R) W] REAT AT A — E IRAH LA A
AL, TENFE 516 i@, 8818
i, S BTG A 40 BRSO AR IR TR NF (1 00 21 4
LA RE DR R A AR Ak 2 TR) A i

5 ERN—#¥, EFD (ERF required for nodule dif-
ferentiation) 1 J& T £ i . Xl 7 FEV  (ethylene re-
sponse factor group V, ERF V)[#ss& AT, {HAE,
EFDI 2 HE IR 7 41| o 38 75 U1 B 2 A4 ) T-ERN R
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15 (Vernié et al., 2008). Wt 51 & W, EFD #5541
Je A1 RS PRI e SR, O N A [l 52y BE A IR T 1
Pridis 515k, EFDEGE T 47 R 3R IR 52 44
BEPIMr RRAIFR L, W REDS M BEIE T 40 7 R =15
AR, S5 R TR AR R 4G, At T
O 4R R R 0 2 20 240 B 1Y) 23 4k (Vernié et al,
2008). K, EFDAR AJ fE & 1% B2 LR 8 Bl - AT
IR B A R B R 1o ok 1 A T BKAR R 3
T LIERFLE T 55— AN A 1) 06 i B A7
IX (Asamizu et al., 2008), LjERFI 7t H J&
Mesorhizobium loti%§ {5 T (W IR Jeid RE k554
FEEH . #MJE, HERFISXAEMRMIR Kl b £
1k, CEMUR BT RGE, SR RRIR TP R3]
) IR T

Kanamori 5% (2006) #t i T — ™ 4L & &
NUPI133, & 1) FE R AR 3 80T H A 1 BKAR 1 5
Rghg g, BIMEAEE o iR T, th LR E Ok
RO, R N (/b 5 T AN e R TG T HL,
BRI R 5 3 6 T R, NUP133EA TR L
PRI, AEAE A AU AR Y. (AR B e, NUP133 7]
RELEAZ- s B AT s —E AEH] . Xy LIRS
ARRIIE TS R IR, dmiZFinup 1335878 AN RE
LR EL R IL A, FLR AN BETEREAR AR Y E T, R W]
FEIEXA T E IR R T, DMINNUPIEEE KIAE #
MR TLTR AR 4035 5 A% 3 R RE S 4 T 244 T (Endre
et al., 2002; Stracke et al., 2002; Ané et al., 2004; Mitra
et al., 2004; Lévy et al., 2004; Kanamori ef al., 2006).

FU Al R S ) AN 5 98 R AR R IR AT A MR K Bl
EIRAT 5 e 4 AR AR B B IR H A 1 kAR A8 Bkmin
(Schauser et al., 1999). K H#EE 5 15 A BE K AR
EH: M hel (Wais et al., 2000)4% . X P FP AR L
SRBENS IR AN G5 R A5 5 PR IR ALY S s o5 0,
nin (nodule inception)+E 42 1] DL A=Al B )it B2
Lll, (HEAMIAREIE R AN WU 5T . NIN
AT IR A M N — ANDNAZE & gh f 3, e 2 —
AN, NG P 43 5 3 ) [R] YRR PR SYM3 5
(Schauser et al., 1999; Borisov et al., 2003). Xf#%E
B A R RS AR Mnin (W57 8o, NFR M 5%
R I AN ZENIN, (HNINH 4% % ENODII ) 7
)ik, JFBIn] gzt a5 dce; i H, MiNIN
X1 H S CCaMK 5 ¥ H R 4598 i B 0 75 1 o
JL% hel (hair curling) A Mk 5 Mminfg %5 AL &
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M, {HHCLX} T CCaMK %5 T (¥ AR 98 F J 40 I AF 2
ANuf /b (Marsh et al., 2007). BF5EE B, HCL#S
LYK3S A8 15 HAS E KRR TH INFR RS, 5%
A LysMZ5fll, LYK3FEHIFE MR B M, FF LUK
T a5 T a5 R i 7 A A R N, AT RE
SEEERIIN T I HE N2 AR (Limpens et al., 2003; Smit
etal.,2007).

gx Bpmik, wT LK H AT O %0 8 SR ) R 3
A Gl R 45 5 A AR B e N KR R T2

3 RANEKHR AR E RS FE A

XTT I 5T 3 Bl Fix RIS R, 14K
RAKK B ] SR BB RPIRY), (HANBERT 2. A3
FE AR Ay B B T A X MR [ TAR R, W R
ANET S IR HCIR I E AR IR ) lin s nip. Misyml . lin
(lumpy infections) H AEJE IR J 5, 452 B ad FRAX
PR B At I, BT A T B 1R N TE L,
5 R HR RS I AS 21 206k 38 J5 3 P (Kuppusamy
et al., 2004). nip (numerous infections and polyphe-

nolics) AR R N IE L, (HRFIRAIEHR, H

Z5RHEF Nod factor

| NFRS5, NFR1/NFP/SYM10 NFP, HCL (LYK3)

B
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v
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Fig. 2 The Nod factor signaling pathways during early sym-
biotic nodulation.



A/ TISOR 988 AT 22 M 1 M P AR e B A i 58 1 0
b, — L& 5 RIY) B 1 AT O I Bk PR 2 55 1Y i (Veere-
shlingam et al., 2004), 7EMtsyml (Bénaben et al.,
1995) 1, Welg I 2L WILBI, CAMI, N3IAfE
Rk, WA CHOEETENE . BT, Teillet?5(2008)
MIFEFE B A 53 125 2 — A api (altered nodule pri-
mordium invasion)ZEAERK, I A LI R AR Gt
TR AT 30 N AR i i 2 i R UL, 45 A S5 iR
FEAH R R A0 B J2 TP B K (A N AR (12 N2 AR T 3
KIGTE AR A5 ), AERR 8 28/ 1R R
Y. WEEIR, APLS CMGAH A& 45 R 115 5 1k
WA KR, BB & EAL 3 8o, APINAE
ERNIFILIN{ T iig S NIP( F AT AT R o

MBEFLE A, Starker5(2006)14 i 1% 2 T 84
dnf (defective in nitrogen fixation)5¢ 48Pk, A 1345
FO NG Horb, B T dnf3. dnfor] s/ Ops
RIS VRS, AR S AL IR SRS I A 2] [ Ul S M, A
FELBI. CAMI . N3IAE A NI 4596 2 B R E K %
BdnfF7 TR P ERRE I 5 Kk, R A dnfl. dnf5. dnf2
B4 dnfl .\ dnfSASRIE T FIRIEKL, dnf2\IANFRIA
N31 o X RAZ R A IR B 5 Kl nodF (512 442 dh 1
WK BH ) exoY (GIRIE ). bacA CHIRI
PRCEAE 5 40 (R 4705 BT i ) mifH (T8 R 1)
KIELER IR, dnf2h FAT DB SR I8 nodF
HlbacA; dnfl dnf2FldnfSANGE )R BhnifHIf A, L
AR RAL IR RIS nifH (1) R 9o £ A B 2R T 1K 26%
(dnf4) 32% (dnf7)8X—F-(dnf3. dnf6); exoY{Ldnf3.
dnf5. dnf6PIIFRIE BE N W, — M DhRER)
RURAMN TR 581 T AL, BT 2N R T2
PEEIE EAEE, WOGA KRR M RIE, A Rk H
Il & D RE -

AN, kB HAT BKAR Kcrinkle (Ljisym79)584%
FEUZNGARE LR g i, DBORIE & A TR
2y W T N S K N A 2 S NI || A RS s S B
K HEA G WL T 5% K B (Tansengeo et al.,
2003). fEalbl (Ljsym74)5 78T UM LR 1,
IS RO B AN, NIRRT 2 A R R
T RN, ASRERE O A FEY) 48 M (Imaizumi-
Anraku et al., 2000).

4 FERHEVIGEE EIFES T
HRIEE BTE B AR M TR AE S B TR AN AL

AL S SARMEYILEGTR I R AT 881

FIEREE A A7, (HX B — M FERE L R, MR
e H 1 2 KR R AR AR 5, O T
PR JE, ERMEYE KM e a kit —
EHUBR LS ST LR RS SR Y
MR B . SRR B3 — B 3 42 AL
(autoregulation of nodulation, AON) = i i fR-25-
R TH) P R PR B AR 5 AT IR S I 52 45 R IR 7 il
Jai, WP AEIERME 52 TH0s BRI, SR
R R A5 50 I SR, AR
RO 8 H BEAT#E . BRItz Ah, FATTACh, AON
958 A 2R 30 I 12 0, 445 40 - 200 I ) 0 e B 4 T AT
Wio 735, AONYHEAMR R AN HIAE R HIEH, [
It W] E 12 T AR R R S

41 KEBRABRPREENESS T

A T Dk 4598 R A MR har I 15 57 A AR R
A BRI ], B R A 2 o =5 0 2 PR 2
SE, AT HE 257 AR 0 2 A ) TS W R i kAT 4
AN . 7553 #7278, HARI (hypernodulation
aberrant root formation 1)Zi%—/N&E &2 & R
AR, Rk B L TT (Arabidopsis  thaliana) ]
CLAVATAI (CLVI)A # 1R & i [R5 14 (Krusell et al.,
2002; Nishimura ef al., 2002a). CLV1/&— 2k
P, AERIR T, WS 2 I CLV3 Ik 1/
Oy 2 IRAH GG, LA - 20 1 e A A i
73 3, A A 2 R T s oy A2 A0 23 A0 Y 0 19 B
(Ogawa et al., 2008) . CLV3 J& T CLE %X J&
(CLAVATA3/ESR-related family) Ji i1, #ffF 57 & B,
CLEZ A g i () £ 9 sl L5 /NGy 1 2 IR
YE WA 2 IR SR T . Ak, K. BiiE Al
WL A 1 [R5 5 IR P )NARK . (nodule autoreg-
ulation receptor kinase; Searle et al., 2003). SYM29
(Krusell et al., 2002). SUNN (super numeric nodules;
Schnabel, et al., 2005)X}HJ5g H 8 (1) 45 i) 0 #4002 1
i 2 A A R B AR B AR S L), X EEAON
S5 CLVIA BN S R FAR . Rk, A7 21
HIA K, AONTE 5 i KRG T BELLCLES FI1E A
Z I, WOE T HARTESZ AR .

U, NH AT KR 3 2 324 CLEFE P
LjCLE-RSIFL;CLE-RS2, 5T W, X5/ 4R
SIER P RIE, FFAERMNR A G 1024 h A KIAE
G L Th R AA S 45 R R, eI R AR
PR AR v 0 2o B2 3 s ZUAI ) T AR R B TR A, T
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H, 3X i RORAE e A% 38 R OREAL IR R,
HAR1IX — 52 AR U %) T LjCLE-RS1/RS2 R #4541
H4E H AN \] 2> (Okamoto et al., 2009). Ak, fEF
PR A I T IS B AR R H AR A ORI AR
[Al: RALFLI (rapid alkalinization factor-like 1)/
DVLI (devil 1), S5 LjCLE-RSI/RS22KML., — & K8
FIA [RIRE S AR 2 H ) S8R P (Combier er al.,
2008a). fHJE, XA S HAFE W AONKE AT
fEDyRE, Mfrdt— 0. CAUESE, LMiRets Ll
Jr s A R 7 ARG B H , IX RS E AN
T AONI R G2 o BEREETAE I LM AN UR R AR 1K
sickle, WRILT FESHINS, H B & 5CE T AON
W ARG, o A ORIE R MeSkI T S5 P 7 (1) &
il ‘T PR K Ein2 [FA)J5 (Penmetsa et al., 2008).
Uk, W nr e 5 MeSki1 AU, MiRALFLIFIMDVLI S
T TR T Y OIS R G A Rl T
Xk
42 KEBXRAARPENRBIRBIES S T
i

SR, LIHARI A ) 1 EBAEM 25,
LA K AR 68 4 23 1) 90 B 18 3% 35 (Combier et al.,
2008a). M) B2 AR I 3 DAk i KB AR 5 A i i
18 (Lough & Lucas, 2006) . % T b, Magori Al
Kawaguch (2009)iA 4, >k BRI o1 2 ik
CLE-RS1/2 4 i ik 31 25 5, 1 42 ol 1a) B o W0 77
CLV 1 2852 {4y, 1 CLV 1 2R vl B 2N S
S AN E S0 T S 2 g, BE )
B Hhis R ARES, TR SN ARG G . SR, 2
HHAE T T 24t A, BT ICH Ul R
8, REH LR, SRAR . K ERSHY)
BT BEEAONR G R, (H S 4 R AT AT
MHFIE . teah, K fith ] el g N S AEKE T
AR T2 7 55 M KRR 11 T B (Hirsch, 1992). 7E#EHE
FAE AR, R & s An i A SRR R 1 A
VUBRFEES D, RN 3G 5 T A AR =R B Y
12 /K~F-(Subramanian et al., 2006; Wasson et al.,
2006). fHa, {ERGH, SEB G bl B ) Bk
TR S5 IR T B nT DL I N 459 DR 1A 7 VA iR
[ (Subramanian et al., 2006), i 5 /DIERK G,
8 g T 0 5 9 ok 1) 5% Wt VR O AN Rl A
FAB K ST .

BARK 2R R AR S, (AR A ]

www.plant-ecology.com

REZ AR S Ak D piiE: kK xR
W, Sharl ANF), HAH KRR ZKml (too much
love)it 45987 2 I 2 PR IR S DR RU2 il 189, 1T FLhar 1
SEASAGAL eI AR £ H B 30 Ak, TMLXT
SETRE AN EIE - A e AR AR () AR 3k . DRI Uk,
TMLH] fig 2 2205 570 TR AR, {Ehar] Nk
£ (Magori et al., 2009). % [&E|AONJ RS i 45
T, B, FETML NN A W55 0 110
P, DA ZE X RSB T B A 5N, REAE AR 5 AR 2
) A%

B T CLV12RZ AR, KLAVIER(KLV)JZ 75—
A B HAE KRB 22 RS AONTE SR R
A, klaviers$ S RERR T HUBECH 34 2 48, & Il
Wkt . FRAEREIR | AHARIEL S5 % (Oka-Kira et
al.,2005). HASERKAR) 55— R AL HRastray, HeIE K
AR TR AR ARR, HAE R AR, fEAR AR A At
N, b AR BR R ROG IR  BEAE AR B B
(Nishimura et al., 2002b). ASTRAYHEWSAEFEM) ()
F PR ZEL IR, AR KRS AP RIS, R
S TR PR IR RN FL IR AT B W R . ASTRAY
Gt 8 1 R LjBzf, HCuty B 52 &R B8 45 M Ik,
B ITHY S 8w R RIE, HYSZ2— M 5ES
KA R T, LiBzfiING &4 PRING-
finger Al — AR X 1k . NishimuraZF(2002b)iA 4,
LiBzf i 4 5 11 45 #3204 S GRS BT e A 1,
B ) 5 RRE I T B . X BB B % U B, KLV AN
ASTRAY W] RV E K BB LR — N2 Daem
W 3 M A DR, AR IR R TR K, [T e
YA A A A P R
43 MBS YRR < 6) 55 BE BB 33 I X AR T L BT A2
ERE AL

Seby b, BR T 2SR AR B AE A R
A, HLIRT R LA FIAR IR 2 H IR % B f 4 41 i
0 i 2 [R]85 2 16 i, 5 T RE R DL (A
WE 224 N AZ LB IE (plasmodesmata, PD). i i %6
PRER . SR 02O H H(GFPY RS RG S 7k, WA
ST T B E A T PD A T 1) B R AR R SR Sk
Z G BRI i (Imlau et al., 1999; Complain-
ville ez al., 2003). BTN, HFHURETR G, 7EWIRI
TFUGR 5y 2400 K S dn e, RO oA I 2 GFPAE 5, 1
R 5 T A2 PR IX 26 B A 4 B4R i) (R £
HOJRE R G 4 M rh, GFPAE A0 i 3 24 56 i B L3R,



XL PDM 4 H B HEAT A — 2, BHIPDA 3 T NF#
T JE R 40 i 5 AR 43 2 18] () 43 AC U, 3X6)
F 98 11 B 1l 1T RE 4F % 5 22 (Complainville et al.,
2003). AONA F i 24 e AE AR 5 M () REAT Tl
FHI PR 453, W] AR IE 2 £t PD [ A PR S AT U
LI o
4.4 EFREELBAYITH

SEAMBIR G giR R, T AR Y R R
B EERAEEEEH . BEELT, HEEES
Sinorhizobium meliloti £ A= JE JA & BRI, 1 H A
T kAR 5 Mesorhizobium lotid " 1 p e AR R . Y
TR G AR R W, G TR AR R H AR
BRI BE S M. loi LA T e BURIRE, e IP)
G598 I Mhar1-1 AR G35 B B B 4 =25 B Ja T Mk
SRR IS R, R E AR HA
PR 21648 )5, TCRAERES. melilotid /M. loti,
HEABE L, VO] H A H AR 2 AN e SR
A (AR5 AH DY AR IR B TR R 598, AN o BRI (1) %
B VR T ROk B 221 B 12 5 (Lohar &
VandenBosch, 2005). 2 XA 87 2 28 [ il ml Geth =2
AONRZR I — 50 o

5 IMERRRREIFTXIRER KRS

R )R IR B T AN 8 B S AR U 1
XS, FRE SRR RA K, WK
WS IR uR. WL EESE. ik, CO,. 1
KL SpHAE, Forh, WHUBCONR A S G AR
HHEN . TR R R IRRBLZ AR R L. K
B oA kA B B T Re b AN I S kS AT, il
PR TR kB 6 1) A7 A BE % 56 4 40 il AR IR 1) T 1k
(Oka-kira et al., 2005; Barbulova et al., 2007), 1M
WIE A REfE A AE K IR 1 4598 (Fei & Vessey,
2009). SEBR b, S B AN F GRME ) )88 4598 53 AR R
AP T XA IR £ T 52 P (Krusell ef al., 2002;
Nishimura et al., 2002a; Searle et al., 2003; Schnabel
et al., 2005). {EHA PR, 45& R AAAER
) 7 NF 3 1) 52 4 M i 3 24 A T AEKAE
BAAT N HORERR, 75 R BE AR #h B SR PR B vh A
KA E AR AR E KRR, 7E2NFF S BEEFM. loti
24 WS ENINFE R 1% 0] T har1-3 84598 RAZ
B, BRI AE PR IN103k20 mmol- L™ KNOs ¥
0L, NINUYRERE /K53, H2, ImAL0

TABEE S5 SRMEIL EGR 0 TR AT e 883

mmol-L ™" NH,NO;5GHE FHIREZ I, NINH A5 5 54
T — R 30 IR R S U T R AR AR iR
LTV G A [R] B A H 4 4 T, 1T NINTUIAE A 25
RN IG5 842 i S B AE FH (Barbulova et al.,
2007). HbAbh, B SR SR T LiCLE-RS2AERIYIRR
MRIE, BRIk, harl 4598 5878 bk 2 BT LAAE A R TR
R R G5, W] BE I A SN R 15 5
BATAH R ILJCLE-RS2 K 25 T iRl %2 & (Okamoto et
al., 2009).

6 EIE

6.1 ESEEEXEERNSESREEANER
BT MR EE

LA [ 5053 1 WL 2 B4 5 R0 41 B &5
I8 R P A S P R 3 B A o 4 9R 3R SE TR R 3R A
i, HA S 515 96 A R IER, 640k O
Wil R s R - (3R . HAT, AHE R4 NF L4
BRI 34T « NESZARIR b B S o045 5 Ak S R DR Y
S E, CEEIATESHMYE SRR I T
I R CIAFE SR b 5 B A D2
SN, AR, KR o 55 DRI A 4 R ik A v (1 A
VERIFEASEANGRE . B, K6 i) gm s MR RE e 1tk
e 2 2F 2 R 7% 1 & 111 )i (cysteine cluster protein,
CCP)JE R 7EAS 52 B AR IR 4 4 125 (Mergaert et al.,
2003; Chou et al., 2006), XLECCPEA P EDIT
DRA I S5 A3, AT e AR R v I e s W Yl 0
i, HAY DR WA BTN A b e]
PUE 3, 124 70 & 2100 5 W8 T8 10 5% 1) e sk A
F, GINSP. ERN. NINZE, 7EHRIR A 1) Ak 1)
RETT ZEE - PAESE . ThyH, H A 2 i s R
TE ) 498 2 3L Rz /b o TERE, AR
W AR N3 RURAE 5 20 1 1 50 5 S L D Re bt
T, ATRe 4k 2 JL A U T U s T B S (3
ARERR, WHARNZRTE R AR B RN SRR B
SR AR 2 NIRr, 1R R e & — 5%
HE UG AR IR T2 3 4D 356 R T 4 D) 28 2 A 4
6.2 HEREF5/MSFRNAsHER

SR R e i Bl ) 5 AN S e s i R AR 5 A7 K,
1M H 5 mRNARFEPEARDC, el & 70 EAZ 4h i,
mRNAERE 5 4 e ot 8 G R, 2 H|
ANGfG ) /N7 FRNAs (microRNAs, miRNAs)K] i
o VPRS- A R 2 4, 7 5Tae
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KA, RIE I TE BB AN B A o AE R A Al i
miRNAs T 154G #7135 E, gt i s K7 11
mRNAs IF & miRNAs [ /£ ] H #7 (Brodersen et al.,
2008). MR IIERT, MR T AR T K
Sk 1 B R 15 (1 MtHAP2. 152 B i 45 85 31 (1 /b B A
W AN R M REMIERZ —, HiS
CCAAT 454 B A KK M #E R 7, JLRIA{EAR %
T o AR LR i o FE, RS 2 MEAR B4R Gyt
(1) 40 i 2k B AIG, 1T e AR R 1 HL At 20 23 e 38 45 )
ANF . ISR, MtHAP2. 111375 % #microRNA-
169 (MIR169)[f1 %, MIR169(#id i % ik 5 F)
MtHAP2.1 RNAISEEG 45 FANRL, #RRIN A ML (1)
REZ L, MMIR169 A 5 (1) 4 5% i 1 Dy R 1) 3
2T B K H IR 2% (Combier er al., 2006,
2008b). [Fit, MIR169 1] gttt fR 2 MtHAP2. 111)7%
[i) € T LA B PR T 1) A S Ji 6 e >k A1 A AR 988 4t i )
oo TEHERERE T, 75—/ FRNA—MIR166
fie % X} HD-ZipIIl (Class-III homeodomain-leucine
zipper) F G 1) i s R AT e s Ja R 9%, S5 # (EAR
(AL A0 23 38 I 5 AR TE 1A 9% - MIR166 1)1
JiE 223k Z /D FRAK T 3ANHD-Zip TS % 5 1R % 5%,
TR LR ARG LA R, RS T AR A
R B B 46 (Boualem ef al., 2008). T WL, 7EHLIR
PR R AR R 4R A0 R R R Al e T e R
miRNAs 45 45 2L (0985 K (1) 5 PR 7 R I 23 3R 8
Ko EARATPEER, WTReSH E 2 S5 HIRE KA
FI/NY FRNASHL E - K, 5 23508 1 b
BT JH B 7 IE SE RV E D 220 MR, miRNAs
()53 85 K SL D) Re it 5, 4502 SRR A Sk 1
miRNAs ST, o Rk & RHE )-8 g 3L A
VRS — AT TR
6.3 IREF R BIF LR

BT SR K 02 5 R T B 4 s DR 745
VAP EE D [N 2 5 T AR T ik, 803 SR
PR BB AR BAE RO, o — M
Rz B ERIVERR; JEH, C4NE
FIMR Z 04 2 35, SRR e, #REE
EAE G RMEY TR B R A, iR
KN FESH BN ER . Szezyglowskifll Amyot
(2003)iA 2y, TEdEfEFE T, SRR A nT R
I FHAE A CAFALE 1R R 7 A5 B sl G o ) i
DRl R MR B () AR DG R . DR, AR
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%, 16 RHE ) 5 AR R B 3 AR TR, AT R
T b AR A R A I s 7 2R ER R, A
BN S A 2 T Ik 7= AR B (1 B 1 TR AR AT AR R T 1k
SRMEYZ N SRS AR G R 2 W TR
DR 20 2% (PRI 0K A B T 25 XA )
6.4 AON{ESIRZRYAAHH R H X INE E F 890w bz
IR TR T I 5 A R 2R A 0 10 45 R A U S
5 IR R A AR P25 0, X T AN B
W\ AME SRR I R . SNFfS 91k
AL, AON{E 5@ 172 IE X — AL BEX A
PR ZR W EBAE 5 (WINE)E SN, [R]I3E REST AR S ER
BER (A W E BRIV R A R I
LB PREE A1 (U327 %) 6 L AR 298 1) 5% Vgl
ST AONSEILI . KM, H i X TAONIFFLA
NINIEZ G, HAR S AL 1) BARIR AR AN, X 7
B0 43 B AONAH SCIE PR I 6 LT BEEAT AT
[ B, B35 DR 5 e AR 81 i O R 1 4 - AL )
L, A H I AR R U AT AR Y — A 1 55 IR
o MR B ETF B, FAONTE SIS AR Y
IRBEIR T, R & AN [R) 45 45 25 S 3 50 45988 1) 5% i A
ghE, K AR TR R SRR i A 2
5 7 Ks
Bt medmy A RAF A (2009IM3011)Fe FH Ak R
MFE K 3 RALA A 4 % K4 (QN2009068)
FEAME , b RAERFRBAESHFERE S E
BEAME RARELT XLH, Ak TR,

S 3k
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