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Abstract The Chengjiang and Guanshan biotas provide crucial insights into the evolutionary
dynamics of the Cambrian Explosion and are critical for understanding the structure and functional
evolution of early Cambrian marine ecosystems. Although body fossils from these biotas are abundant, the
behavioral and ecological information preserved in their trace fossils has received considerably less
attention. This study presents the first systematic comparison of trace fossils from the Chengjiang Biota
(Stage 3, Series 2) and the Guanshan Biota ( Stage 4, Series 2) in eastern Yunnan, employing
ichnodisparity and ichnodiversity as core metrics to analyze their architectural designs, behavioral
strategies, and ecosystem functions. Our findings reveal a significant evolutionary shift. The Chengjiang
Biota contains 12 ichnogenera, representing 12 distinct architectural designs dominated by simple,
shallow, horizontal burrows. In contrast, the Guanshan Biota encompasses 16 ichnogenera within the same
number of architectural categories, but exhibits a higher proportion of complex three-dimensional burrow
systems. This indicates notable advancements in dwelling, feeding, and sediment-modification behaviors.
Moreover, the Guanshan Biota shows a pronounced increase in ecospace utilization ( from 8 to 13),
particularly in deep-tier habitats, reflecting intensified vertical substrate disturbance. Ecosystem
engineering types also increased from 5 to 9, with the emergence of “regenerators,” highlighting a more
diversified sediment modification strategy. In summary, the Chengjiang Biota represents an early Cambrian
benthic ecosystem characterized by shallow-tier activity and relatively simple functional attributes. In
contrast, the Guanshan Biota reveals a multidimensional and functionally diversified benthic structure,
signifying a substantial enhancement in ecosystem complexity, functionality, and stability. This study
addresses a critical gap in the systematic ichnological analysis of two major Cambrian Konservat-
Lagerstiitten and provides new evidence for the co-evolution of organisms and their environments during the
Cambrian Explosion.
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About the first author DING Yi, born in 1989, is a lecturer of Weinan Normal University. His
work focuses on sedimentology and ichnology. E-mail: dingyi@nwu.edu.cn.

About the corresponding author LIU Jianni, born in 1978, a professor, is mainly engaged in

researches on the origin of early life and its co-evolution with the environment. E-mail ; liujianni@126.com.

i}

0 HIE

T, MO AT C E— B A A
BER, W RV AP ), AR e
(Tashiro et al., 2017), % if3ir 40 [ HFE W E K %
A, Hefin A8 A0 th G 09 I AR W T A R an 4 A= )
Bl Z H 2R MR, TER KM LT, Eam
BAL R — AR 2, HPERAL R, RiE)E
A A R BT AR AR, B T R B

58 F 1Y A & 4 (Zhang and Shu, 2014,
2021; REHEE, 2019; Darroch and Casey, 2025),
X—SIoHT AR AR A R AR A A R, Bk
FrfE “FER 2 fr K&  (Cambrian Explosion) 7,
TEARTT A i T I AL 5 T A I, Al A9 % T B8 2 d
HA%E . B ULIR T AE S . T LA Y RE ( Chengjiang
Biota) 53¢ 111 4E ¥ #f ( Guanshan Biota) 42 20 {42 80
ARARLIRAE v [ JE AR 3t X R 3 1) 210 45 8 a4 B 0 A
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IR W DU R S A U B (Burgess Shale-type
Lagerstitten) , HA LAY ™ A R E 505
= EREILA, KRR UR R, AR R
GBI S T G 40 ARk, X 2 AR
T W) REE T LA ol AR e RS R R P, Bk
AT 20 4>, RAEEE2E | Wan ). K sh
Y. WS MR, WS . RS
(Shu et al., 1999, 2001, 2004; Li et al., 2017; Liu
et al., 2018a; Wu and Liu, 2019; Zhao et al., 2020;
Zeng et al., 2023 ) , X 6B U0 A= 1) R S 2GS 14 AL
s CFERE R AR TR
SE. BREEAL A SN, BILAYRE S 6 LAY T
PRAF 70 25 R BB A A7, (H X SRS 56 1Y 35t 8 1k
AR IR A SR 2B EMR . 1Y)
JEPA B BURR AR 3, 388 308 A A AN L RE f8 B WL S e s 38
A A A S AT g 2D PE R AR T AR, I8 T DR
SR DURRPREE T AR W AT Sy 1Y HEE 308 HE A 45 75 TR
WL (FB—N5 55, 2009; %, 2021; T ZEME
#, 2025), 7R A5 PREE 0 P R E AL B
BT EENE X (Jensen et al., 2005; Mangano
and Buatois, 2020; Gougeon et al., 2022; Zhang
et al., 2025a)

TEL 7R 3t X € 4l 013t Ak A BT H R 2 4R b
TRt —2E 4 228 (U Crimes and Jiang,
1986; Zhu, 1997; Weber et al., 2007; Zhang
et al., 2025a) , Xfhr& “FERLLAmARBEL &
B By FE AL o sl A B2 R AEOCTE . AR
WFSEAE TR R GE 11 5 J 5 Hip N 9 3E #9388 8 Ak 7 2 il
b, BEMGE B S (ichnodisparity) 5 38 73 5
J# (ichnodiversity) 1FJy CHEMETRIR, 255 A & F)
i (ecospace utilization) 54K RS T (ecosys-
tem engineering) X 2 >t M A S FE S
Xf VLA e S O L A W A b B s Al £ R AT TR
G L3 o ASBIEST B T8 43 18 78 3K PR AR
I A R v A S AT T R, O TR B R
CTER LA E A MR 1 AR Y A ) — B 55 P ]
A b 38 5 1Y 35 38 2 IR A

1 #RR7TE

S5 5 1 AR o TR ) B R S L AT
b J% 24 15 2] Y 22 5 BT BN AL 4 5 00 5.
D, %5 BRSO R WO AL 41T 5 45 i

BIFf 25 (Buatois and Mangano, 2013), XH vy ik
I S B 0 ¥R R 1 3 A R TR S 5 L AT D SR A
B X ERAES R, Rz, WP LA
WY IE 254tk . A7 o SR s g 77 B B — o it
R 53 S B T8 DL R st il A A1 R A ) 20, Rl
3 S B R e W 3830 A A TR OB R R, AU R ]
B AL A JE AP A R . R, g R
JEAE N B L= SR, ©) N TR s
I3 AR W K 4 5 R R SE R (Mdngano and
Buatois, 2014; Zhang et al., 2018; Luo et al.,
2020; Buatois et al., 2023) , HAAF BN &, 2k
o35 JERAR B A A R R AR AR, R L
ik JE ) B & ok £ 78 (Buatois and Méngano,
2013) , T 35 328 U5 S5 J32 ) S T LA A i 33 8 O 285 25 4
Wit, Sl R B EE KRR (X2 5 A 9K
S, 2018) o LR EIETE SRR KOS [F] R A A
AISZIA S5t R FE T RGN 3 79 R A S
KA (P Buatois et al., 2017; XL K7 4,
2018) . AHFFE X AR M X B 5T 2 A E
(1) BT ORA i 38 VA W RE S oG L A W stk Ak
(T B EsE ) 1994, 1999; Weber et al., 2012;
Ding et al., 2020) 47 7 it € ; 7E M AL |,
HE— 2538 2 A~ Az My s A A B v BB E S O
JEVEAT R o M BE T

BRI Z AL, &R Ge e s LA YR 5 G 1L A )
A PP 8 AR W G A 25 AT O R S ks TR W 7 5
ABFERGIA T ASEMASESRE LR 2 D
IR AE A F AR AR AT 2 A W R g0 A v s AL R AT
o, AR A @ 3 S LER AT SRR By
Z (RrhRIZD CERME. RBZE. PHES
Wor)z) « asghaed) (Amizshi . [z s i
FERL) R R (CEREA, EREsg
UURRYY . e R DAY Al R e G A R R R
W) o ARG TR W A ) —DURR W) A0 BLAR 5
A (28 RS, BEH SR A) FA Y ki TR
Yoy (P BRI % . sk E . HEE SBIE
Hizhn#) 2 MEOYEEE T, 4iab 2o miktr
bR (PEDLSKSL 245, 2021)
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(& Hu et al., 2010; H1&k)

Fig. 1 Main fossil sites of the Chengjiang and Guanshan Biotas

( modified from Hu et al., 2010)

21 BEATED

PV W) R AR D S TR Y A 2R 5 i 5 B AR )
B, mHERRF _SEHE =M ER L, BREAKR
R R A A, WRE T s A,
Souit S EE, LAY R ) s A A 12
J& Kt 4 )/ (R 1) o ik 45 . Arthrophy-
cus, Asterosoma, Bergauria, Bifungites, Cruziana,
Gordia, Monomorphichnus, Monocraterion, Palaeo-
phycus, Planolites, Psammichnites, Rusophycus, 3%k
A ALFE . Lumbricaria, Scolecocoprus [ 2 25 7R U & 3%
i

KIVEYIRE ™ A FER AR b 5554,
SEARE VLA WA 2 Jn X — 35 44 JE i 20 S L A= )
o RIAYRE H AT AR B R £ 16 J& K36t £
418 (£ 2), mdbtbABFE: Cruziana, Didymauli-
chnus, Diplichnites, Gordia, Guanshanichnus, Meros-
tomichnites, Monomorphichnus, Palaeophycus, Phy-
codes, Planolites, Psammichnites, Rhizocorallium

Skolithos, Thalassinoides, Teichichnus, Treptichnus,
Ffb 4 45 Aggregatella, Tomaculum FlA % & 3%

A 2 260 BRfaSOKRP 3808 K 74k, SR AR Y
WL T AR IR =GRl A

2.2 EEKRESSRE

MR X A8 B8 5K L 45 (2018) SR HT Y 38t 8 I
SRR bR, BT AR SRRIE, AFTEXS
VLA M REFN OC 1L AR WY RE b BT A s e (3L
ABRAN) 47 T RGEHB 52, 4R RY, 24
AR B S5 A S Y 16 B, Hrh BT W)Y
12, SCINAEIREIS 12 R0 (3R 3) o

1) TRTBA KV Hi 308 . O 2 38t 0 25 4 ] B, 7E 78
VLA RE A O I AE YR AL R B Gordia — & o 1%
JE A2 T _E 2 B AN KL 23 A (4 2 st A, 98
— AR AN, R A D 2 i R E ) 3 B
(=%, 2004; Wang et al., 2009)

2) H SO0k A R o R 2 as i 2R A 2
B KPR @R R RN VA HEIR 5 I A R, H
TR RZE, KRR T EEEAEYIEZ I
o TE 2 AP RE R AR AE TSR iy = e =
- HOfR Y B3 BB B o B R YR Cruziana
(Keighley and Pickerill, 1996) ., It 4}, Didymauli-
chnus WAE 2 NMEYREP A LT, %IE A HK
- RECR x0T RE R A S ) 5 = B L
B @473 (Crimes and Herdman, 1970)

3) RRCGE AR . %2858 O i 55 A W) 32 g
B R — RN, RS sk . %IE
U BT R AV VL AE W E S O I AR W R v 8
HI(® 2-a, 2-b) ., HH Monomorphichnus 7 2 4~
Y BEERE WS, T Diplichnites #1 Merostomichnites
AT R I AYIHE . 3X 3 A Jm BN =2 1 i sh ¥
(FZoy=mh) JEMAIEITE (Draganits et al.,
2001; Sharma et al., 2018)

4) TS FR A TR S i X, i 2R BN AE 7
TLAEYIHE T K L Rusophycus —J& , 35t 308 Ay B [ 4R 7K
WO, IWEE, M BRI TR . — oA
N Rusophycu & =W HU Y, = i B 2835 B sh 9 19 455 2
i (Pratt, 2022),

5) W FEEK P WK 2RI
I3 3 IR B AR Y T SRS T, B XS
AR 2 YRR R T %K R
Palaeophycus (& 2—c) ., Palaeophycus % & % H
T, AN R B A TCE HE ST S T v s
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Table 1 Trace fossils of the Chengjiang Biota in eastern Yunnan, China
ETRE 35300 & JE by i 24 B SCHik ok 15 7 M/ R AL Wig
Ny, T A TR T O, BT T
' Arthronin Arthrophycus, % %5 1994, B W 5 47 <5 ) W/ & *I%(?}Tmfmmﬂ% /u\f U:ﬁ/\lﬁr;m
PR g 1 4B 3, 3 Rl AL TR PR g
throphycus
e B A i m/ £ beAZRERBUSHES, B 8 KB K
2 Asterosoma Asterosoma , % HESE 1994 Ff 1, & 2 241 |3 SF AT T A Asterosoma
. Bergaueria, Saleh et al., 2022, Supplementary —_ ; P PR TR EZ 0, A BRE B A AT,
3 Bergaueria Fig. 2-e R/ ERDA JEE i V% 8, A A Bergaueria
I Lo , BB B b KU ) RS S KO MRS R 0 O, iR A, PR
ites u s H &
Yo Difumgies o Bifungites. BB 1994, B 2. 1 4 W/OERNA LR BKRHIE, TTHA Bifungite
. . , _ BB b K & ARARARK B R, i B,
5 Cruziana Cruziana, % B4 ,1994 A 1,K 3 . N N . ) L. .
ey PelJi 1, I Wi/ EREIH Fw T BF = 0 AU TR, FTA A Cruziana
T 0 H AR AR, 6 i, 1T
6 Gordia Gordia, % B4 1999, KR 29, & 2 i[jl—léEJD*TuUﬁ/i /(},Jz%,lﬂk’i 6" B, AN
MERE R W/ E 2 FRAR g — R A2 5 1 W S i iy
7 Monomorphichnus Monomorphichnus, 7% H # % ,1997 &R 1, 6 4 AR BT I A Monomorphichnus
S S T S ) _ ) )
8 Monocraterion Monocraterion, 2= H #45,1997,3% 2-1 Iim RELLES L ST L I, B 38 B8 i S
Palacophycus, % B 5%, 1994, B 2, B 2, B MBS RS H e s
7N y - ,",”;%‘ A 3 r‘_’a 4
Palacophycus, % B 25,1999, [ fR 30, [ 3, W/ EZ L4 EE; PR Bl LG ¢ 118
9 Palaeophycus P SHAE—5, 0 A Palaeophycus, F 5
CENCIEF BLUT S AT 5 /K i 2 BROL R T P. aliernatus
Stipellus ., B HE WSS 1994 K il 2, & 7 ESIE IR g R '
E i R S I VRS
Climactichnites , HOE LS 1994, 2, 3; EJIENE . N
mactichniies, S8 MPAN9A, IR S0 WALBUE: o Mk O e
10 Planolites Keckia, % H B4, 1994, K 3, 1; EL BH B b XU ) e ok (B Bk % 75 . 7T I A Planol-
anomtes Planolites, % B %5 1994 E W 3, 65 M/ EZ WA ¥ ” i o o "
) ites
Planolites, % B %, 1999, FI R 29, K 5 0 H M A S T
R T/ 58 L2
Scolicia , ML 1994 F W 3, E 45 . . N "
0 g e DRERH R SR W R B B AOK P W B, 2
sammichnites  Subphyllochorda, 78 H ¥4 ,1997 ,[{ R 1,18 1; P L R R T Ps ichnites
Scolicia, 2% H %1997, FEIME 1,1 2 - YOI R Tammcies
, IR 7 [ W 1 B 7 N L = VN = M A SRt I R
‘cus yeus o ik &
12 Rusophyer Rusophyeus: %7 45,1994, MR 2,18 5 m/EE 4l B Al BLE W 9TUR , 19 A Rusophycus
e S - -
13 ;H:‘,ﬂCZT Lumbricaria, % B %45 ,1999, K ki 30, & 2 2@ H OB MR E/E FRA Ry R IEE A A Lumbricaria
Lumbricaria ESITE:
B — R =AY WAL, T RE R
#ibn . LTl HA BT/ R I HCE AR R PR VD AR U b R
: B ke 42 $
14 Scolecocoprus Scolecocoprusu y‘w%ﬂ ’1999’}%& 30’15 6 /%[J_I?H *m?’éﬁﬁﬁﬁk, Ay quﬂ,zr"'fﬂﬁ £1 Scoleco-
coprus
e s o . 2l AN R /R ARATE AL B R R, K7 2 T 4y
15 w2 Ar hnus, B HEESE 1999, & Bz 29, & 1 -
K%M wningichnus o % B 55 & i 29, %1041 NI
16 REEELE Liujiangichnus, % BB, 1999, KM 29, B 35 27l IR BO& T FRAGIK  ig B ih, sSia &4 05 1

P Ji 30, /4 1

AT 8 T/ E 22 1L 40

EELIME N e e

I, TR W Bsh LI (Osgood, 19705 Keighley
and Pickerill, 1995)

6) A5 32 Bl FE I B K P SO /. 2R R
IR BRSNS KF B AR Y A
R, ERIEY 5 EAE A, DS
FEIE M X o 78 2 DAY UK 7% R 5
il Planolites — )& (&l 2—-d) . Planolites Nk 5 % H |

oy BEE AR, — Bl oy & B iR s Y i) i
#y3& (Pemberton and Frey, 1982),

7) B F I FEHUKER I M AL 35 5
B, ZRBITIN B A] WAE Ak A . 2 A
W ) Rk B % 25 B 38 3 Psammichnites, Psam-
michnites WHS K T B WS ML, TRERR —2K R
AU A E I DU A B R B2 32 ST RS T R
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Thalassinoides, Ding et al., 2020,Fig. 4—e, 4—f
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Table 2 Trace fossils of the Guanshan Biota in eastern Yunnan, China
ETRE 15t ) J e i 44 B STk R 7 L AL Wi
1 Cruziana Cruziana, Ding et al., 2020,Fig. 6-a BT Je Sl AT/ AR A ORISR, T
) T o4l W, W0 R B AVMIUR, O Cruziana
LW e 52 ) i % .
Z NI N b, UL B S i
2 Didymaulichnus  Didymaulichnus, Ding et al., 2020,Fig. 3-a,3-b ¥ 2% F& #F % /2 h‘?:!gﬁ}ﬂjkﬁ H/J PRI, WIS
1K Didymaulichnus
el
Diplichnites, Weber et al., 2012 ,Fig. 10-A; . o, . 3
Y EX T T
3 Diplichnites  Diplichnites, #}itt*%% 2013, [ 242, [ 243; 1354l ZTZ';;{J . FFE TR0 RE, K
iplichnites
Diplichnites, Ding et al., 2020,Fig. 6-b,6—c P
bR A R A0 A B HOIR O, TR E A
A Cond Gordia, Weber et al., 2012, Fig. 4-A ; BB R e ] Tiﬁb mﬁiﬁ;'"ﬁﬁﬁﬂi[a\gﬂi 3;?
N N R ) s % , &
orae Gordia, WITF2£%E 2013, 230 R il oo AR -
Gordia
Guanshanichnus, Weber et al., 2012, Fig. 7 - A
2 7-E; N 3 e
= RS A A
Guanshanichnus, 122 % 2013, & 235 F [ LN ZZKEE;FE EEI]ZZ‘IEJ (N EHIAEN
5 Cuanshanichnus 239+ B s pr i/ AR S O R 4 3, 5 Glock-
o . . L EA T erichnus A LG, AR A B e 48, H 73 30K
Guanshanichnus, Chen et al., 2019, Fig. 12-C, VA . . K
it =04k, )& T Guanshanichnus
12-D;
Guanshanichnus, Ding et al., 2020,Fig. 5-f,5-¢g
L Merostomichnites, ] {ih2#55 2013, [&] 244; L2 PRA Ry 2 FFAT 0 95 R 5 5 TR VR,
6 Merostomichnites L X )y A N L.
Merostomichnites, Chen et al., 2019,Fig. 12-F T~ Merostomichnites
. Monomorphichnus, Ding et al., 2020, Fig. 6 —d, BB Jo 5 (0 # E/5  brAh 1 30A 5B 47 88 RTUE , N
7 Monomorphichnus N .
6-e To B Monomorphichnus
Archaeichnium , % B4 1994  F R 1, & 1; &
R 3,18 25 -
A K e F A\‘,‘}gg/—'—»’
Stipellus, % M4 1994 R 2, [ 6; FRA Ky J(:F'—mﬁfi ':, ﬂi] E’Jﬂ:'{k\(a 7 A
L it ) . 53 3¢, AT 5 L e AR TR, 2R T O T s
8 Palaeophycus Palaeophycus,, %5 B %% 1994  F W 2, 1; L=y AL Vs 2 N
) BWNB K E,H K Palaeophycus, # 4y
Palaeophycus, Weber et al., 2012, Fig. 3-E bR 2 I B R R T P. alt .
A 61 2, . alternatus
Palaeophycus, {244 ,2013, 8 227; a N I
Palaeophycus, Ding et al., 2020,Fig. 3-¢ £ 3-e
Phycodes, Weber et al., 2012 ,Fig. 4-C; . TN N X
) N 3 > 7K S ) »H:"/\V ’ﬁA l_l N
9 Phycodes Phycodes, #iF22% 2013, [ 231, [ 232; Iy Jp 44 ﬁfﬁ KERRERE, BIEZRR
) . IR, 8 T Phycodes
Phycodes, Ding et al., 2020, Fig. 4—g,4-h
Planolites ,Weber et al., 2012 ,Fig. 3-B,3-D;
Olenichnid, Weber et al., 2012 ,Fig. 3-H;
Planolites, Wit 54,2013, [&] 225, & 226 e N ol LR ER I VAR N s
10 Planolites Olenichnid , HIit%%5,2013, & 229; 5y 4 B RREE F OB, Y 5 AR
Planolites, Ding et al., 2020, Fig.3 - g, 3 -h, —3, J& T Planolites
4-a,4-b;
Unidentified, Chen et al., 2020, Fig. 3—f
Qipanshanichnus, % B 5% ,1994 K JiT 3,18 5 T A Sy AR S AR 7, 2 T AL Y T A
Psammichnites, Weber et al., 2012,Fig. 3-F; SR, PR T, I A Psammich-
11 P ehni Plagiogmus., Weber et al., 2012, Fig. 3-G; W) B B W /S ndtes /D RObR AR 1 08O IR HE 5 G 21 1
7 17
TS pammichnites, B4 2013, [ 228 T A5 4 L, T i 8 4 1 3R 2
Psammichnites, Chen et al., 2019,Fig. 12-H; WL W% AE B %, 2R 3 A Psammichnites
Psammichnites, Ding et al., 2020,Fig. 4-c,4-d (Zhang et al., 2025a)
e AR UK, 520KV, U RS
‘ . . e ER R Y AN .
12 Rhizocorallium  Rhizocorallium , F§¥%E ,2020,% 5-1-40 e - ] B R U0 B S BER A 7, T3 AT I3 Rhi-
e 5 4R .
zocorallium
WY R B B/ bR N SR T R L H A Sho-
13 Skolithos Skolithos, Ding et al., 2020,Fig. 5-c,5-¢ j%éégé? T Zj;}ii}jﬁ PR, T B TA Sko
Thalassinoides, Weber et al., 2012, Fig. 40-B; EWH Bk ), 5 BRAS S = 4ERIR I, m) D R T
14 Thalassinoides  Thalassinoides, #1274 ,2013 & 231, & 232; EABEF @/ S B B4 %, E8A K, 773 A Thalassi-

noides
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%08 % T e G FER LD VLA MR R O 1 A R gt I S B 4y S BE TR 7
Yk 2
ETRE 330 A J i i 24 B Sk ok 15, 7/ S L A7
B 7 3 1Ly 35 T/ 1 TN Aj g, L B T — &5
15 Teichichnus Teichichnus, Weber et al., 2012, Fig. 4-F ,4-G Elj JJ SR 7f/]:7]§4})\['ﬁj TR E%’:,Ijtﬁgm Wy — A A1
e % 4 TE A R 7, A A Teichichnus
Treptichnus, Weber et al., 2012,Fig. 4-D ,4-E; ~ . L
A 1E B A I 25 8 B
16 Treptichnus Treptichnus, #ith244% 2013, [ 234; Bl EHTHE Zﬁ;?)ﬁgi:;;jjik( ;H}Aﬂljﬁ
Treptichnus, Ding et al., 2020,Fig. 5-a,5-b S EIPR A /3 Treptichnus
x40 . . B Je 5t #1075 BRARE RO K SRR ISR A R, B
17 Aggregatella, Ding et al., 2020, Fig. 6—f . o .
Aggregatella e 4l PR MR , o] 0 A Aggregatella
13 Eive) Tomaculum, Weber et al., 2012, Fig. 10-F; by 28 4] FRASK T, AT 200, B Ik &
Tomaculum Tomaculum , #2455 2013, & 245 It WIE 25k, hZAb AT Tomaculum
19 KU Coprolite, WIHif%45,2013, 5] 246, 5] 247; b, gy 4 41 B A SRR L, PT A Sy £ AR i
G A Coprolite, Ding et al., 2020, Fig. 7-a Il He W 1) ZE A
0 KUGE  Coprolite, Weber et al., 2012, Fig. 10-D,10-E;  F W Jg 5 il &1 i/ % biAcd PR O a4k , 10 4 A ik
1k 4 B Coprolite, Ding et al., 2020,Fig. 7-b £ 7-d b4 w5

x3 HEFMREBIEVHESXLEYBHESENRITER

Table 3 Classification of architectural designs of the Chengjiang and Guanshan Biotas in eastern Yunnan, China

%5 LR g g 353 )
1 A7 A 7K - 4 328 Gordia'*?
2 L BGT TR (g v T 44 30 Cruziana'"? , Didymaulichnus®
3 JE AR AR Diplichnites® , Merostomichnites® , Monomorphichnus' 2
4 V00 Xt i 1 e DTSR A 75 ¢ Rusophycus'
5 Bl 3h 78 UK X Palaeophycus'?
6 a7 2. 3= B 78 2 AY 7K F B Al {7k /X Planolites'?
7 B B BT X Psammichnites'*?
8 K 3 3B 4 SR K X Arthrophycus' , Phycodes® , Treptichnus®
9 &R U IS NN Monocraterion' , Guanshanichnus®
10 LAk (1) 8 B 114 FR7 R KO-V /X Teichichnus®
11 IK - BE AR A4 3 7 Rhizocorallium®
12 IR 5 2R 1 77 Sk bR v ¢ Bifungites'
13 To 4y 3 B X Skolithos®
14 T 2R T T Bergauria]
15 K- 43 3¢ [0 8 LV 7 Asterosoma
16 A ) A% PR A 3 TR ¢ Thalassinoides®

TE: R EAR L 0BT RE Rl R, 2 RN AR EIE R, 1, 2 MBS L A i p 3 Bl e

JR T 7 ( Zhang et al., 2005b; 5KS7 754, 2023)

8) K VB2 B 43 SR KT 7 AR X
— B B KAl I kP b 2 7 R e B
I35, RERM R SR R G . TR TLAE PR A
RKH —J& Arthrophycus, % J& 38 I\ by 72 i H 38 5
WIS W A ) & ( Belaustegui et al.,
2016) . fER I R & F Phycodes FN Treptich-
nus 3£ 2 g . Phycodes 2 2y 5 mr B 8 B 1Y IR
W 2-e), 0 H AN 2 B TOB A W) K A T
A X B A 3 LA SR ICOT AR v 4 R ) I

T % 1 9¢ (Zhang and Zhao, 2015) . Treptich-
nus WAEJZEIE N “ 2" FIRHSI R 8 4K, — i
Ny 2GR TE M & M 3 (Buatois and
Méngano, 1993) .

9) THCSHAR B 2 AR T o % 2 A A 4 A
SR ARSI BWILAYRE DR E IR B
JX Monocraterion, FJUH ANIZKAL, %@ PN N 28
BAPEA YL B fE AE7E (Bradshaw, 2010) . K1l
AP R B A R Y 3% 28 B3 /X Guanshanichnus
(& 2-f), HARJZm 2R, wl 68 AT A= )
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a—Monomorphichnus (1IN A Y H#E) 5 b—Diplichnites (FEINAWHE) 3 c—Palaeophycus (VEILAWIH#E) ; d—Planolites (FEILAWIHE) ; e—Phycodes
(FIAEYREE) 3 f—Guanshanichnus (EILAEYIRE) 3 e—Bifungites (FEILAYRE) ; h—Thalassinoides (F AR . HAHIRKE N 1 cm

B2 YL VR AL R E AL A (AL 9 R A 7 158 Ding et al., 2020)

Fig.2 Typical trace fossils in the Chengjiang and Guanshan biotas( trace fossils in Guanshan Biota is modified from Ding et al., 2020)

TR e B AR 5 3 B T RE R ¥ /X (Weber et al., RURRAE 2, W XAE ) bk & MR BER A 3 X
2012; Ding et al., 2020), R EY R AT Teichichnus — )& , ZJE M I
10)  F.fe ) BE AR SO 1) 18 5K 738 7, %R H— ZR 5 1) Era] bt Y AR AL 1 S T A, R
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95 28 % TR JEIAS VT A WA e G L A W A8 50 e T ) S P A A 9

EERR, — IR B TUR A G d s B s Y B
B BB A, (A A IR R Teichichnus W] fE 3
HIEMFDEE (Knaust, 2018),

11) JKFBEIR A 8 3 X I8 25 46 H 28 AR
RN AEYRE AT Rhizocorallium — J& , Rhizocoral-
lium JEAT R ET R U BRI, 2 48 ZE A
BORM I, S5oB W5 2% B ) AR R it 8 AR P K 5
A RUAE W) RO 2 DI BBV X R S8 (Zhao et al.,
2020) ,

12) AR AR B8R Sk AR, B By —
LB ORAFAE 2 T8 b A W% IR o SKobR a8 0 4H . AN AE
FEATLE Y HE A B Bifungites —J& , 5t (A S ME R AR,
ZORA N )Z TN (B 2-g) o — By BE 28 R A
T AN BB E A U B T P 3 R DR T B
%8 T RE A POIK AR U8 M S Y s i/ N TR S )
By R A W O (B =X 4, 20045 Sedorko et al.,
2024) .

13) Joorsd M H WX, A A Lt
fA] B R R [ e B XK, NAERINAEY R T
Skolithos — J& , i B JC 73 3¢ e B IRIG /<,
HUE A A Y& W TE A (Knaust et al.,
2018) .

14) TEE IR %R 58 32 5 g ZEAR
BB, (AEBILAYRE R H Bergaueria —J&
R AERROE B AR BRI B, EZ W, —K
IR ZE R R AR B 45 B3k (Paczesna, 2010)

15) JKF7r S RO SRS . R EE
B Ao SC AU, AR h KT As-
terosoma — J& . Asterosoma TE)ZTHEEWREM, H 1
A HRL g AR B 2 SO B AL, O KRR
G, —RIANEZEBILH Y R EL (Yang
et al., 2025),

16) & FREARE 3 05 7o 2R AU 35t 6 32 AL 45
HER LRGN, TEJZ T b2 A AR A
A A= ] WL 52 A% 53 S0 X Thalassinoides , %
JRAETIR Y b = 4E A, WY T FIE >3
(K 2-h), —fBih ot e e s b s s A= (A
=ik ) B A JE AT B £ /X (Ekdale and
Bromley, 2003; Yanin and Baraboshkin, 2013)

2.3 BIEESTESEMESREEIRESHY

SEAER ML S RS S
IO AR A5 R G R BRI 8, W Y

TR A AT B BT 5% #4 55 (Cribb and Bottjer, 2020
HF 34, 2025; Zhang et al., 2025¢) . A 2525 [H]
di SRS R G TRAE D 2 A R BRI 2 SR
C R IRR e R P W AR S R A R A
% 42 ( Buatois et al., 2020; Mangano et al.,
2024) . AWFSURYE KL ZESE (2021) BRI AE
SERBAM ., EERGE LR IHELR, XEILAY)
RS S AR AL 22 > gt i i i AR S S ) 4l 5
RS RGE TRIET TG (R 4), REBILAY
FEL P AR s E A 8 A, AR RE LS
2 R AR U I A S s | A 13 A4, R
SEZITRI K,

3 ifig

A A A R TR M, D E SR
WYris A A B BE A8 AT SR TR A B (9K L A,
2015; Méangano and Bautois, 2017; i Wy W %%,
2023) o A 0 P VLA W RE DL K O 1 A= W A v st
B e ARSERAH L ESRGE TRE
vt or b, A A S PR B9 B R) A R FE TR
F1% 58 28 5 G 3

3.1 MEEALSEBRARXNESR

W AL IR (kB K 3h ) &
PREE) X AE W I AT S T PR A A Y R
( Bautois and Mdngano, 2011; Hammarlund et al.,
2017) 3 PR AEAR T V8 VLA 0 BF 55 O 1 A= ) B st o
A o AT AL O R I, N E VPR PR R R Y R
FERHEE (Gougeon et al., 2023, 2025), B A4
WS R AR K E WIS IRET I Cruziana
1 Monomorphichnus, 3 HAE 2 4~ ¥ B v b AR~
A Phycodes . Rhizocorallium . Rusophycos % Cruziana
WAL A, B, 2 AN EW RS A A G
))& T Cruizana 8 AH, A3 32 0 4% B0 TR 48 10 V7B
I % ( MacEachern et al., 1999; Pandey et al.,
2014), DURAMREEEA -, EHAATEME, X2
A A WY REAE DURR PR I5E B SR B0 57 T AR SR A7 AE — 5
St

PAEK, VIR RKAE BRI A O U A=
Wi (oscillatory flow) . #E i (hyperpycnal flow)
GRS UIR (Saleh e al., 2022) , g 0 eI
VLAWY T I 356/ A 15 R B8 2= R B3R 858, %/
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Table 4 Parameters of ecospace utilization and ecosystem engineering of Chengjiang and Guanshan biotas in eastern Yunnan, China

A 832 J (197 i i 71 B, £ 5 BEWIEN iy 2
Arthrophycus "o ERE e/ [i] 45 Bk
Asterosoma w2 ERE Ik % [a] 35 Bk
Bergauria L2 i) &K BRI/ JE Sk A JH B2
Bifungites L2 i) &K B/ AR R Ji A% JH B 12
Cruziana E EX: JE e/l JE 5 PO sh
Gordia AT H E[EiEed [i] 35 BREH
WAL oeraterion 2 1k BP 52 I
Monomorphichnus E H JE e/ JE 5 £/ €Ik Rk
Palacophycus "o IE] &k BESLRIIVE Roy JE 5 A T 35 i
Planolites o 1 F Fl e+ [ 35 BkH
Psammichnites 2 AT A th ek [] 35 i ik
Rusophycus K2 H IR/l JE 5 £/ €Ik R E
Cruziana *Z ERE EISTEe VL iRiy JE 58 O sh
Didymaulichnus *J2 ERE EISTE= VL Riy JE 58 PO sh
Diplichnites *J2 H EISiEe VL Rty JE 52 PO s
Gordia 2 Py A ERE Al e 4% fe] 32 Bk
Guanshanichnus g2 SRt E[iEes JE 58 il s
Merostomichnites #)2 Fl H e/ JE 52 JHER I H
Monomorphichnus *2 SR e/ JE 5K PR B
) y Palacophycus w2 I PESURIVE Nty JE 5K Bl s
kb Phycodes o+ iy i e 51 & H
Planolites w2 ERE Ik % Ia] 35 Bk
Psammichnites Py A FH Ik Ia] 35 Bk
Rhizocorallium 2 [ B¢ k% 248 A% JH B2
Skolitho i = I &k BESLRIIVE Roy JE 52 A RS
Thalassinoides w2 F JE /Al Erak -
Teichichnus 2 H Ik 2% JE 52 A JH 35 i
Treptichnus 2 AT F W JE 5k EESERIUBEY TR

T AR AR R UURY s i R TR .

FHAL. ERYEEE, SRS, (HIE
ZHE R . BRI (Zhu et al., 2001, 2006;
Saleh et al., 2022) . 3T iX —FFR UL, &1L
A= PR A A S Xt g A R S 3 g A A B A
TEAE, ATXr 225 B E N H RS ERE
UL (Zhao et al., 2009) , LA Py RE b K& PO
Wb A R A THAE)Z S, KSR K
Vevh, (75 A Yy g T B A B, ] T
O PR B 8 g (X 5 BORTR % 4, 2007; Liu
et al., 2018b) , WIEJE W T FHMFZ L T A 5,
R AEY 303 + 2 55, sl b Bk = ( Gaines
et al., 2012; Qi et al., 2018) , T 5t = - 17 W) L4

i Z R G B R A e v B A, stk fk
AW EESATERZES, Jshiss, Evshis
¥ (BI, bioturbation index)fYk 0~3 (Saleh et al.,
2022),

Xl A Py Bt b ik A B kK F  Cruziana
Teichichnus . Rhizocoralliv 4 ML Cruziana 15t 355 48 43
T4, W5 A Skolithos ot 306 A ML B 43+ Skolithos
[F] Ff 72 5 e 5 20 v vl LR . AL i L K U
AR B PR BUE BOR R B AE LA 3 (Chen
et al., 2020; Ding et al., 2020) , T 51k 4H
B IR LG 0, QIR e Al BEE T
VK )2 0 BF S b/ IR & PRI, KRN T
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50 m (Huet al., 2010; Ding et al., 2020), K4 Skolithos . Teichichnus . Thalassinoides }% Treptichnus
PIRE AR AR AL A O RO AR VLA e A AT M IR I, VLAY A RS 2 )R
EZR, RINAEYEEKIFE NS S, KR Cruziana , Monomorphichnus; W& 5 J& . Arthrophy-
A R RE S & 26 0 W DT AR W i) Bl o HE R cus, Asterosoma ., Gordia, Planolites, Psammichnites;
% (Forchielli et al., 2014) ., Feil 4 Y B 40 4 {58 i 2 J&: Bergauria, Rusophycus; J&EA¥ i 3 J& .
o A R R T AR T B R D — R R kL R R Bifungites . Monocraterion . Palaeophycus, < Il & ¥
(WAt 22, 2013), 3 H MELL X 4 1 B S8 79 55 14 B & AT 5 J8: Cruziana. Didymaulichnus .
EE5EER, &Y EEIS e AR Y B 4 i R AT Diplichnites ., Merostomichnites, Monomorphichnus; T,
T35 (Chen er al., 2019) , ZEZRATHS DA R Bl 7 J&: Gordia., Phycodes. Planolites, Psammich-
e uE B, A S8 B ik 4 ~5 ( Chen nites . Rhizocorallium . Teichichnus . Treptichnus; J&F

et al., 2020) , it 4 J&: Guanshanichnus. Palaeophycus. Skolithos .
& * Thalassinoides
LY \"‘ Y/, S 2'_-_'_— ML Sje u N i ‘ ‘ ‘ 5
3.2 BEUAREMASEMRTANERE way e AN

LA S PUR 12 Rl T S S BT g 2 Ak R T 25 45 A TR TR A B S R
M, W 12 B E s WG E YRR AR R K T O TR B e A 3
12 PSS BT R, A 16 MRIEIR,  RHGERPUR . BEh ABOK T R A
OIS B E (B 3) 0 BRSERW, 24EY KR RIANE I . 2 EE UK. K E)
PEFR OB AL G LUK £ S, ORI 14 SRR BOHIR B 5 Rk St 8 Fh
f Gordia . Palaeophycus. Planolites %, 1E M TE B ASGEMIL I W00 % K 1 4 9 AN 7 I
BITH, IR 12 R, KT R SR T SR I S K O 4 S fR
i 10 J&, T B30 1L Bergauria 5 Monocraterion; SR IGK 4 Fi B A5 SR BEVF2 Ly 18 1T AL 4 e
KlZERE 16 Nl B b, AKCEEE VLR, WE A, FECl Ry e T A 20 i B KT
o ARSI S B, 4F Guanshanichnus, . KOPBERRE BT . T BI04 SO 2k

Z| G b [ A A T (L L A T ST B | 0 7y S | A e WA | s 2B T
Ma E S N . 5101520 | 5 10 1520 | 5 10 15 20 [ 5 10 15 20
: )
% é = = ¥ §§5 m\:‘
7 < NSNS SE&
By 900900 90000000 pooe 12 | 16 |4| 13 9
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Fig. 3 Summary diagram of ichnodisparity, ichnodiversity, ecospace utilization and ecosystem engineering changes of

the Chengjiang and Guanshan biotas in eastern Yunnan, China
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PO s PR A 3 1 7
FEVHE B
SV A W AE 5 O 1L A W R 35 0 JE 25 4 4
PO R BR ER 2 (B 12 Fh), HKI
A R AR 5t 3 43 S BE b A B R M BURTE S g i et
KRR, Wb AE R T €Al B R I AR
SSRGS P Y R (E 4), B, #
VLA YU REAFAE BB (45 238 ( Bergauria . Rusophy-
cus) , F WV ILAE Y RET SR PREEAE A X 7 i 1Y
W, AR VE A A B AR DURR Y R, TG Ll AR
YRefs Bl Bz, AT RESE 7 HUT AL A B ER B R A
BUm R EE I ), H A W T TE A I T A DL RR W 3R
T A5 R AR AR [, G Il AR W RE AT 3 5 T AL 3
MR E L, SO I A A= 1 4 1 S A
ZreAL, JE RN B M BRI, BT
RO, LA PR T B R AR O, R
WY HG 3 300 A= ) = S ) T EDTAR M) 2R 2 Bk 2 AT
W s g, JF DL B RN 8 (W Gordia
MR WA, AL I T Trep-
tichnus 5 Teichichnus 28R A UL N 47 T & 1)
Ba=dimalh, HEHIT Rhizocorallium X 25
A EINE A AR U BRI X T fE AT
FOTTE, EILAEYIRE AR, HRGRE N E
T 5G L AR P AU 1 B 1 DR R = 4k 52 % Ja 13 Guans-
hanichnus 5 Thalassinoides, 3% I} 5 306 A= 4 & 0]
T8 5 2R 1R 7K BV 7 B 558 7802 A s A K A VR s
Eﬁ (Ding et al., 2020) . Zi L frik, CILA YR
BT A s I E R . R RIS
T LY

4 FIB S BT 2R BAAE G 1

Planolites)

TEAT A, AR R AR S A R 0 T RS A
DU SO RE ) B R, IR AR S R AR A
BTRRESE A, Ty JE R 20 b s R AR 25
ARG JE SRR BEE T B A S A

3.3 £ EFA

A 25 3 ) ) P 2o = 8 v g 57 5 TR
(K 5-a) BEATZRAL. 4R BN, BEILAYREN S
BRI 8 Ay, AR ERZ BERNE. f£iX
AWpiEh, AR R AL TURR AT O 2 TR A SN P Y
AR, 348 TRIZ (W Monomorphichnus) |
WHEZ (M0 Gordia) FIEFTJZ (M0 Planolites) 5 Hifi
BRRIRIKZ, WTRZEMRIZ; EF R K
WA BT =, R I 4 2R AR SR R
/TN ) Ol 1S I L R WA R 7/ B e s L 2
MM s EET TREZRODIZ, A B0 A H
— 5 R AE WD B0 R A R B O BT B, R 2l i
P TURY R Z LIRBUE 57 e e
HEL, [EHESEERRTREMEE, HAaeRY

m%\éﬁlﬂl@?ﬁﬂcmiﬁdﬁﬁ BRI, LAY

Iﬂ%ﬂfﬁ*ﬁf*ﬂﬁﬁﬁ%?ﬁfiﬁﬂiﬂjﬁim%w &)
U&Ejvaz?r, XL B = A RO A, R3S
o3I 5 IR FE AN AR

T, 5% A A A A 25 5 (AR 7 1 114
KB FHRTE, SBREEE 134K 3), HMz

A TIRZEBNRZM AN ESHZ . Kb, R

JRAES A RA M R R, BoRik s 44, ol

5K L1 A=y A 2 8 A O DO AR ) e 1) 41 Bl BiE
SR

] 4

Ar-Arthrophycus; As-Asterosoma; Bi-Bifungites; Be-Bergauria; Cu-Cruziana; Di-Didymaulichnus; Dp-Diplichnites; Gu-Guanshanichnus; Gr-Gordia;

Mec-Monocraterion; Me-Merostomichnites; Mo-Monomorphichnus; Pa-Palaeophycus; Ph-Phycodes; Pl-Planolites; Ps-Psammichnites; Ru-Rusophycus;
Rh-Rhizocorallium ; Sk-Skolithos; Te-Teichichnus; Th-Thalassinoides; Tr-Treptichnus; Wo=Worm
P4 R 3t DX VLA M R 150G 1L A= 0 R gt s A 9 R

Fig. 4 Evolutionary changes of ichnofauna between the Chengjiang and Guanshan biotas in eastern Yunnan, China
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AAS], ik RE W (2 Bk AL 2R Yy RE T R K (Her-
ringshaw et al., 2013; 5Kk 37 48, 2021), A,
A T8 T 3z iy A T, xR 2 L U R A A A
REME RS K EAAERZE L, BEmE, Kl
YIRS R TRERRIE, R T IR AE 20X T
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