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Abstract The Paleozoic plant terrestrialization (PPT) represents a pivotal point in the evolutionary
history of life on Earth. This process not only reshaped surficial geomorphological landscapes but also

exerted on others biotic evolution throughout the Phanerozoic. Until now, how benthic animals respond to
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PPT across different depositional environments,

as well as their roles in the construction of benthic

ecosystems, have remained insufficiently understood. Based on the compilation and synthesis of a global

trace fossil dataset, this study establishes a time-depositional environment analytical framework. Within

this framework, we systematically compare the evolutionary patterns of ichnodiversity, ichnodisparity,

ichnotiering, and benthic ecosystem engineering across transitional coastal, fluvial, and lacustrine

settings during the process of PPT. Furthermore,

we quantitatively assess the behavioral responses of

benthic animals to PPT. The results show that from the Cambrian to the Permian, the behavioral evolution

of benthic animals exhibits pronounced time-limited and heterogeneity. During the Ordovician, benthic

animals in transitional coastal environments had already begun to show initial responses to PPT, whereas

those in fluvial and lacustrine environments display a clear temporal lag. This discrepancy is closely

associated with the development of plant root systems,

the progression of PPT, and subsequent forest

expansion. Overall, with the progressive improvement of substrate stability and organic matter availability

in both continental and transitional settings driven by terrestrial plants, benthic animals gradually

expanded their ecospace utilization, accompanied by increased behavioral complexity and enhanced

ecosystem engineering. In turn, benthic animals exerted a positive feedback on PPT through sediment

reworking and the modulation of matter and energy fluxes. In addition to the influence of terrestrial

vegetation, environmental factors such as climate change and tectonic activity, and sea-level fluctuations

also played significant roles in shaping benthic evolutionary trajectories. This study provides a novel

ichnological perspective for understanding Paleozoic ecosystem evolution and biotic-sediment interactions.
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FE W) ANy 1) 1o il b K I U AR PR AR (AR T
WITH ) BB, R KA i T AR SR A O B
2 — ( Kenrick et al., 2012; Shillito and Davies,
2021; Buatois et al., 2022; Zhang et al., 2025a) ,
Fili M A A RS U R0 A (R TR AR R ) 8
Bli), P2 T M AR o ROl o RSO R, 1l
G S ol <1 e R = I R N T
( Gensel, 2008; Toledo et al., 2018; @¥ dF - 4%,
2022) o Bl ARG (I, BI9A ) A
(W TFIRREZE) ABRGEEA K IEH B R, 1
TGl — K AR i R R - K SO SRR (R TE
G5, 2023) , FERX LR, Bl AR A SRR AT
FR TR A R GE . 1N, Rl A G A O
H 5 3 i DO B TR Y B R a5k, S i e AR S
RYRER A MR 54t (REdEESE, 2023)

AR B AR AR A £ S 55, &R

LA, VIS . B S R A S
AT S e Rl AE A A A (AN T Rl PR )
TURUR R TP IE I T € AR S e, . HAT A EFI
B 5 3 18] 2 PUAR PR R e TR BB . A L BT & & T
RS 55 R B (B0, 19995 Davies
and Gibling, 2013) . b, #7559 b b fb oF 72
ORI S AT R S PR e A S A i, R
R AES AR AR ELG O
(Miller, 1984; Méangano and Buatois, 2004; Minter
et al., 2017; Zhang et al., 2025a) ,

IR A AT A D R R AR, RE AR SR A2k
M4 W) o RS M 4 5 B (Buatois and
Mangano, 2013), ] DLz Wi 4 3 9 76 A [6] i o
BEPAT T (e, . ki, FE)
SARASINRE, s Bl AR 25 AR G Y Al Al ARG e MR
fbid ¢ (Mangano and Buatois, 2004; Minter et al.,
2017) o o, b A AR AR S O R 0 AR B g G



‘(IM K

B2WE A

ZERVESE o IS Sl AT o Rz A AR ) I A AR ¢ 38 A AR SR S R R 1259

et 2 R —1RZ ATl Bk, $5 R IRAKIREE
TR A LB B 2 AIE BT AN 8 E (Mangano et al.,
2023) ,

AR, BORBZ BB 5T N Sl W i s Ak A AR
Py bl 3t Ak 22 (8] AN A AE ) 8] b i v FE R, T EL
F I E SR BEES . OK SCE R GRS S iR AR
M H 5 Wi ( Buatois et al., 2022; Zhang et al.,
2025a) . foiltun, i AR ) Ao 2 s DKL DT AR W) 1) i
B R FETH IR S A IR AR M L A A W) ot
VR, DR NG 3l W % Bl B 43 8 IR W R E 9 AR A
A, HE B AR G s W 47 v 2 1 (Gibling and
Davies, 2012; Minter et al., 2017) ,

1 BMEEHRESR
1.1 Pkib{t ( Terrestrialization) #f=

L i) ol e B 35 < 60 B s 2 M K AR ZS R G R AR
AR Z R SR, X — b, WYz
T8N — RIS I AR S A BRI AR A
F.OAEEHHN . FRMAR LM T EH T I
S o MR HATC R AR A A IESE - 2> HECAY R o
Tl 3B A 2] rp P i (Wellman et al., 2023); 4k
EAY) O TE A B 2R % e It (Kenrick et al.,
2012); HIEEX EMRAMYELEBLSRAL
Z3 W & B (Hao and Xue, 2013; Xue et al.,
2016) 5 et i BT R R R BR AR, 45 s H G
A RGBS AL (Stein et al., 2012); Fh ¥
LA G e %5 1132 11 0 i & B (Davies and Gib-
ling, 2013),

kAL 18 DL Bsh i . RS R
ShY A MES Yo E R SR, i 2 AR R R
[e] = ¥ ¥ A 058 R0 il b 20 B8 T B B s ) ik FE (Minter
et al., 2017; Buatois et al., 2022) , & A& — i
Byt BT SR, e A B P A A )
Fer, FEBEEIZSIRE ST . 01 AW A AR M O TR
Yy 75 X AFAT 29 P A 3l N AL (18] 1) (Mdngano
and Buatois, 2004 ),

JRC ARG 2y 100 4 4 B B 43 I 8] 2R 35 T AR RS 78 K
TR N B A W B, A amTh 3 (e qy .
Bl . $58) At B8R DU Y 454 I 7 A= £ il
il fe (a0, 1999) o fBRAE YR S5 TURUR
PR A5 R &R, EMGShnl 730 3 26 /i (A4

EAEVUR Y i R R R 10T ) . AR R R (B A
WA TURR Y, (GH2r B Bk T30 ) o A A AT
B (GERETHETIBNER) o ARG 2K A
KE, RS LR Y. SRS, s
Yoo BREC S R R sh P AE (B aaE, 2004) o

1.2 HFRIEZR

HER L8 W VE PR BT L R PR BE S R 3R
S5, S B S W ok R P B b Al iR BIL R RY HT $
(I 1) o dh Bl 98 PRI 45 67 T v 5 Bl 22 ], [+]
W2l ) (A . BORAE )RR b AR
CAn{n 3 A fas AFNTURRAE D) 2 DT ER R (1
o, 1999) 3k 6 A4 35 DI A U0 RIS oA AR E
EATS SR VERR Iy AR W) R Bl L R A B AR Y
o T Il 9 PR 85 O B W 8 B AR B T JE AR A
B, R R ST R EEE O,

T G B 58 190 T B 58 I AV 5l 40y il A 1
Wl e (B 1) o WEE R FEE M L T 18 0 ) I8 1A
IR BT 0 30 I AT 52 B AR W) kB AR B B R
M, 3 6 R 5 B Ay T 5 IR AT 3l 0y Wi 7 A o e A
AE P, PR DR R AR E A . R
FHCL Bz P I AR, ol A AR LAY 5t i 2R B &2
JE WG 3 ¥ 5E A ) € 47 38 ( Davies and Gibling,
2011) . WIAHDTRUAR R E B AL HE W . TR R W
WAH

EH ML A R, R T4
Bty A Al 3 B 358 0 98 il A 90 85 v Y 38 58 A A B
B, DL IR -PORR RS RO RRESE, JF
DA ) 36 1k 1 o S 0 A o o, ol AR o3
S ANBT B, T 2 A P i A R AR R RS AT B
Py %o il b A 25 PR IE ) B AN SO A

2 A B0 W X B it 4L 2 A2 B9 e R

2.1 HEEHZE]

FE 20— LB, Rl AR S R G b JOE
B ERESERY, BUEYIR . RS AR R
03 e ) T T R PR TR W R AR, BT
TURUAR 2 FK SO A 7 A 19 52w il BE &/ (Wil
meth et al., 2019; Zhao et al., 2020; Zhang et al.,
2023),

o ERRLLIE A . PR A PG L AR o
KASEELD A (Mojotoro) Ko 1 Yl A 3k 7 % 52
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A research framework on the impact of benthic animals on terrestrial ecological environments during plant terrestrialization
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PKNRETS B GEORAF A BT 0 10, 3 18] v U )
TP LR A AL (K 2) o IR E A Ber-
gaueria ., Cruziana ., Diplichnites, Merostomichnites |
Monomorphichnus . Palaeophycus . Planolites, Psam-
michnites . Rusophycus ., Skolithos ( Weber and Brad-
dy, 2003; Ding et al., 2020; Zhang et al., 2025b) ,
A EF A 10 DL EE, ESRELRA
10 /SS7 J5 8

Mz, R, R R T
B LR NI —RZ Ly . b, KRR
J@AT 30 1) 3 5 T RE 55 Y i V2 40 AR T B sh A
K, BIUNGRTER SE RUJs  (Eoredlichia) 5 = 1
J&, TR RS JZE TRk U AT RE 5 B L R
(Mafangscolex) %5 i HUIR A 2 W) B L. TR B 2
Skolithos 1) 3 05 A5 ) v] fE 5 B AT 4 7 ~J 1 1) 2515 5l
WA G, B L Wl B ( Guanshanchaeta )
NREMZ BN (Polychaeta) ¥y, 7 i i
WEE b, AT B AR S Y S sk .

2.2 HEREH—EEL=Z=ZLEIH

g T, R Y S TR A SR
Gt I ID R R B U B T U 4R A
Y. A e g 4L (Wellman e al., 2023),
Horb A 7 0 LG A R RE AR B A N TEAR
i 2B R R RRAE BB AN [ B A 25 BRI O 7E 42 8K
VLRI AR 4L A TS (Gensel, 19865 A ik
FE&E, 2022),

T2 I 3T BT AR AE Y b 2 91 9 T BT 1 TR
JEHRAFHY Cruziana F ARG, 456 4uf Lk b A
DN, AT BE R i AR ) = (AR R R
(Ilaenus) ) AW 1 2 15 P55 1) 07 11 AP 58 DX s 50
R PIE A (Mangano et al., 2021a) . 781 [H 5
RGBT RN TR R RS )= T
IR A Z K R B =M PNATZE T 1 DL ) 7 26
B sl e frad sk (SR K LIk, 20015 4L
Wi &E, 2011 9K /N Bk &, 2023) . Arenicolites .
Cochlichnus . Diplocraterion . Diplichnites, Gyrochor-
te. Lockeia, Monocraterion . Nereites, Ophiomorpha .
Palaeophycus . Planolites . Polykladichnus, Rhizocor-
allium . Skolithos . Taenidium . Thalassinoides, Trep-
tichnus . %54 [A] I3 A SE AR AL A7 90 S HEWT, BRI
P MG RSP, WG IR H 58It i N 1 i i
W PEIR BT U RE O IR W AE A H S R

(Lunataspis) . T2 8 )@ (Redonia) ML TH LB
Dl ( Pseudoredonia) . /N 5% 47 J& ( Leperditella )
Y46, Treptichnus 1 Thalassinoides W) 4 FL, 15 5 i
Wi B =48 ) B ENFIRE T, 8/ Zh )
11 R i 52 Fe ek — 2D 4 v o

M2, R R 2 24, R
BHRE P T EZ R EEE R 6w
Polykladichnus 1 Thalassinoides, %W [t i3 J8 35 55
SRS Sl W T B iE — 2P g ek o AR 3 S A R AT
IS ASSE TR E, ARG TREA 10 457 07 R4
B4 B S W i BN R BRAE T R RIS, (2
i AR O A R b AT gl /D SIS Bl 0 1 Sl R o

2.3 FTHELEREREIH—RiEAL

X B, B Ai i E A, EAGEE Y
BT I Rl R B VR B0 S ML ( Gensel,
2008) . fitn, FESCHEbEE (Cooksonia) 2 fx B A
KHMHEYZ —, HZEH 1mm 247, fHEK S B
Mt 10 em, JoMR, ot HA Y B3 R ZEF T
AR, Tz A TR . O AL S IX
( Banks, 1975; Gensel, 2008; pB% g F 45, 2022,
2026) , R, HEE Y S D E R KRS,
{5 A HH DR TR R R D) ) I S5 AR 2 G BT 25 Al A
( Kenrick and Crane, 1997; Davies and Gibling,
2010; Hao and Xue, 2013),

BlE AR RO AL, TR PR R AR DT AR W 4
Wiz, WEZAFRH B, WY S R AR R —
ARA A ST T — R, BRI T R
WA B — ) A Y 3 W ( Davies and  Gibling,
2010; Corenblit et al., 2024)

I W BB AN O RUA R R B A F
A A A (B 2), Hoh g BRI R B
B g Y 3800 B S B et AR YK AL A Arenicolites |
Bergaueria ., Catenarichnus, Chondrites, Cruziana .
Cylindrichnus . Didymaulichnus . Diplocraterion ., Di-
plichnites . Gordia . Haplotichnus . Helminthopsis . Lo-
ckeia . Monomorphichnus, Palaeophycus, Planolites
Protichnites , Protovirgularia ., Psammichnites, Rhizo-
corallium | Rosselia . Rusophycus, Skolithos, Sponge-
liomorpha . Taenidium , Teichichnus, Thalassinoides .
Treptichnus ( 5% 37 %= %%, 2011; Morrissey et al.,
2012b; Gouramanis and McLoughlin, 2016; Wang

et al., 2024) . FR 3 M 2 [F) B £R A7 A R W IR R
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A— 1[5 25 B 2 R £ 0 2 ¥ B 0 8 3R B8 TR B Psammichnites; B, C—H R T U8 43 58 M il F 167 i 66 o 9 PRI P Y Rhizocorallium (B)  #I
Palaeophycus (C) ; D—A g 8 45 55 {7 45 41 Bl i Y 58 19 Planolites; E, F— I — 3 20 6 fili 13 JE SR 55 (9 Zoophycos (E) HI Hon-
drites (F) (Feng et al., 2021) 5 G—4 HUKRZ3 35 B 2 PE B SR R BB AL TG B Ao IR E TR Y Treprichnus (5R/NRAE, 2023) 5 H, 1, J—3E[H %
W 8 — R 4 M b U8 4522 T IR FR 4% 7P 1 Beaconites (H) | Diplichnites (1) 1 Cruziana (J) (Morrissey et al., 2012b) ; K—# 55 it 5§ T Jé 41
GukE R A AW A Arenicolites . Palaeophycus il Skolithos
P2 FEIR A — T 4 1 Rl e BRI AL B o i i B 55 Ak A1

Fig. 2 Typical trace fossils from transitional coastal and fluvial environments during the Cambrian-Permian
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(Zhang and Zhao, 2015) . #545 [d] if 399 52 4R 1k £7 32
SO HTED , AR WA Y . A S
YR sEsh S, A EA A 15 DTk,
HEBRG LA 13 DA TR

LD ER, R Sh Y G sh Y 2= T i R
B (B 25 B3), EERLMP ERZL Y
&4t (0ld Red Sandstone) i IR
TR A RIS B R Sl ) S A Y
15 (Marriott et al., 2009; Morrissey et al., 2012a;
Shillito and Davies, 2017) ., 5t V&8 A145 . Arenico-

lites, Beaconites, Cochlichnus, Cruziana, Cylin-

drichnus . Didymaulichnus . Diplichnites . Helminthop-
sis, Merostomichnites ., Palaeophycus, Palmichnium .
Planolites . Protichnites, Rusophycus, Scoyenia . Se-
lenichnites .  Skolithos . Striatichnium ., Taenidium .
Treptichnus, H:Hp, 87 Bsp P T 00 0 0] 78 38 24 355 i
T A R 2R . A5G R A SE AR A
A ZSZE L A A, Al BE A 3 308 A= ) LA B sh )
G BB o 3, b RS iy el BE G4 o I ek
(Palaeotarbus) . ¥l % J& ( Stylonurus) F] /R
WHEE (Alkenopterus) . MMM MA 11 ASLT5
WE, EBRG TRA 12 0

I YRS AT B 0 3 gl (R A R 2 I T Y B
Birpo a0 U A A R B 2L A
J2 WP ARAEAT ORI A 8t B A /792 5% (Morrissey and
Braddy, 2004; Marriott et al., 2009; Morrissey
et al., 2012b), 5t b fb 1 41 & @ 6. Cochlichnus |
Cruziana , Danstairia, Diplichnites, Helminthopsis |
Keircalia . Merostomichnites, Mermia , Palaeophycus .
Palmichnium .  Planolites . Rusophycus, Siskemia .
Stiaria FJ"Z oA W AE IR Z o RS ERA A 7
MSETTIRE, EBRRGE LA S AT IREL

Mz, BB it — YR, iRk
PRI b R 2 T AT 308 5 52 e sl v ORI L 4
Tho RV, JEA ¥ 35 3§ e 2= T3 A A BR 5
e, s S A DU B sh W AR B R — IR R AT i
IR o X — BB, AT 3 4% 4 ) ) Bl
i A PR I R B B o

2.4 HiRp@t—RR IR E I
Hh e A I — R YR A A S ], ARG A A R AL
S B, R LA R SOHE R G I O

(BN 145 & (Archaeopteris) BRI IL 10 m, AR
REBREEIL 1.6 m, 24— FR R ) L€ ]
K Lm) o AP AT R I RE . HEK B B B 5
Chn BB L 9 i A ) R OF D) R (Wang et al.,
2014; FEPERESF, 2022) . FEE MR RE L, WS
By SCHRAR i M S5 B A R 9P &S (Davies and
Gibling, 2010; Corenblit et al., 2024) ,

SRRy e 0 TP N SR ES S L T G 1A A
2 7 45 1) 22 A 1) T 0 A T R TR
PG W EE ERBEORIE W PR B A g5t 0k A T 1 B
( Bjerstedt, 1987; F 2y, 2004; 5k 1 % 2§,
2011) . % 36 BF 7% £ ¥ . Arenicolites, Arenituba .
Chondrites ., Cochlichnus . Cruziana, Dimorphichnus |
Diplocraterion . Glockerichnus . Gordia ., Halopoa . Hel-
minthotdichnites . Lockeia , Megagrapton . Merostomich-
nites ., Monocraterion . Palaeophycus . Phycodes . Plano-
lites . Rhizocorallium . Rusophycus, Siskemia, Sko-
lithos | Spirophyton , Taenidium | Teichichnus . Thalassi-
noides . Zoophycos . 5tk b A7 2H 5 3% W] 35t 96 2 F 1
A W4 otk B B L S R DG Sl 4 %ok AR ) )
M TR A, 456 RS Al 7 B R 2k
Feor A dfel , Hoal eI A YA WIS, BAE
XRBEIR R (Eldredgeops) . H5 IR )& ( Phac-
ops) . # KK M ¥ JE (Rhenopterus) . 1 7 i /2
Hg (Eoarthropleura) ; #AKZ Yy, 445 JE It )&
(Modiomorpha ) . 4 3 15 J& ( Actinopteria ) ; H 7%
2k, WRERAE LENE (Bairdia) 5. 75550
FMAA 18 ik, EERELEA 14 D)5
LS/ ¢8

Y VY A 8 L 5 I 2 (Hangman) b
4l ZIRZETHE R B R AT fL (Caherbla) 41 |
A2 AR R R B R A AR Rl St T R
HERR JRURR 8 S s UURR 5 v i gt i Ak A 2, R0
JEL A SR AR A R A W Bk B A 1 (Morrissey
et al., 2012b; Davies et al., 2023), 5l A BEI%
f14% . Archaeonassa ., Arenicolites . Beaconites . Bifung-
ites . Circulichnis . Cruziana . Diplichnites . Planolites |
Polarichnus .  Protichnites,  Rusophycus. Scoyenia
Siskemia . Spirophyton . Taenidium, H W, 753 [E PG
AR 7 R L LW B A A AL L) Polarich-
nus , & H AT C R A 52 5 5 IR gl Wy sk xE BT R 35t
(Davies et al., 2023) ., &= EFHA 10 2T
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288 A AR RN S 0T O R B M A A 1 E B 5 1265
HH, EERGTEA 10 DS AL et al., 2015) . Ay AT 2k S J5] 3014 2 5 A i 2 36

TEIX — I SR VA R EE oh, IRAR S 8 %
BEPTETIR M . TERFIE T M (Trentishoe) 2H % B
NN RUREEZ RSy STl S v R A R R )
¥5 . Arenicolites . Beaconites . Cochlichnus . Cruziana .
Gluckstadella Gordia . Helmin-

thoidichnites . Lockeia . Merostomichnites, Palaeophy-

Diplichnites |

cus . Palmichnium . Planolites . Siskemia . Skolithos .
Spirophyton . Steinsfjordichnus . Taenidium, 35 # 1k
ATEL AT, U T B I TR A Sl 3 Sl 4k 2k
VIBEPR B 2. Lockeia 1 H B, 304K IR 3
Yy (—BOA N EXGEE) Bk AR, 454
[ 10 S A4l A7 i A, 368 500 AR T REAT O T 1A
J& (Archanodon) &, 3523 MR A 7 4S5 &
B, ABFRETERA 9L iRE.

VI NG S N S - L N L R VA
(Achanarras) R A7 37 v iJé 7 T 8 ) 4 5% b Jk B %€
15 e sh ¥ 8t Ak 3 ( Diplichnites/ Cruziana ) , {H
S, IRLEE R AL A7 30 R I AR M R A I G B W) 7 gl

S A 5 B 2 25 R i 2
R “EEAT AWiEshicd % (Flannery-Sutherland ,
2021) ,

B2, iRt — s IRtk B, AR ER R
HR RS Sl 4y 4 3 Sl SRR L RO A W PR R
BB BRI, WO R A AR
PSR B S, R AR IS W . A S
X ki 3t 2B 25 BRI 9 M) O 2K el 009 T IR R B
Rz L R M

2.5 BiERHENH-——BLR

ETTR TR B, Tz oA TR | dEse
Fh AR R IX b o AR ) BB R A K A
il AT K AR B 55 0 AR ) il 3 A B9 BR ) ( Davies
and Gibling, 2010) . % 7 2, [fi Hbo #9245 44 il
RS TIRE AT Ik, EEMAEY R ZAH R e
T3 5 (AR e A 30 m) AR W RO R S AR
Yt Z 4L, T o 2 IR L 2R Ak (DiMichele
et al., 2001; Kenrick et al., 2012; Chen et al.,
20215 FEHERESE, 2022), [EIEF, A5 2] |
TARRE R, AALE F & 2008 & 500 BUE R
(Davies and Gibling, 2011),

TEW TP — IR PR35 (SR U FIO 1 e, 1988,
V5P, 2023) . I F ¥ K 3 8% ( Falcon-Lang

Hirp (Buatois et al., 1998; 4 skxk%, 2008; Feng
et al., 2021; El-Refaiy et al., 2023) , % I {1 F
ARE BB ICT, WL P — TR B R
F5  Arenicolites. Chondrites. Circulichnis. Cochli-
chnus, Conichnus ., Diplocraterion, Gordia, Helmin-
thoidichnites ., Helminthopsis, Mermia ., Palaeophycus
Phycodes . Rhizocorallium . Rosselia . Skolithos . Tae-
nidium .  Teichichnus, Thalassinoides, Treptichnus .
Zoophycos , Wit fliid JEFRE PR s & Hog K
WA Esh R RE Ty, ARG TR B
W AEBSBAMAA 19 D gr iR, RS RS
TREA 18 A iR,

3% LL Scoyenia 1 Mermia 3% 305 41 4 F,
o 32 A P KR Wi Y BRI L Scoyenia 52 708 AH
F, WHEMIKT BB LL Mermia 38355 A o 35t 78
Y% L35 . Archaeonassa . Arenicolites . Circulichnis |
Cruziana .,  Ctenopholeus .  Didymaulichnus .  Dipli-
chnites . Diplopodichnus ., Gluckstadella . Gordia , Hel-
minthoidichnites ., Helminthopsis, Hexapodichnus ., Lo-
ckeia ., Margaritichnus . Monomorphichnus, Palaeo-
phycus . Paleohelecura .,  Palmichnium ,  Paradidy-
maulichnus ., Planolites,  Protichnites,  Protovirgu-
laria, Psammichnites, Rusophycus., Selenichnites
Skolithos .,  Spongeliomorpha .  Sphaerapus ., Stiaria \
Taenidium, UL K DU /&39I EN ( Baropezia . Batra-
chichnus . Pseudobradypus) FAAYAR ¥ ( Pickerill,
1992; Keighley and Pickerill, 2003; Garvey and
Hasiotis, 2008; Fillmore et al., 2010; Falcon-Lang
et al., 2015; Zouicha et al., 2021; FE X, 2022;
El-Refaiy et al., 2023), X — i ] £ 5t i 4k A7
( W Gordia, Helminthoidichnites, Kouphichnium .
Lockeia . Protovirgularia ., Monomorphichnus %5 ) 1E
TR i U B (& 3) , 4578 T R 58 A A i
W2 REE R A BRI,
T 3L B 58 v 32 Y T BB A A T RS T M
(Arthropleura) . AR Y &y TGN JE  ( Palacomute-
la) . WIERKBIRXAr @ (Darwinula) o A 75 %5 18]
FMAA 19 DSk, ARG LRA 1S DAL
Jitk.

BEARLESERVNL, WS YE T R
ZKAMEBIIA PR (Buatois et al., 2022) , PR EE
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VO AR R A . I ROH AR Hi O 8 RO TR
#H (Tynemouth Creek Formation) K7k A P4 0 JH FF
B R AF A R S P8t i Ak A1 i sk, B0 2 A0 ad R
FEAT 5 M A K B 8% R fb A ( Briggs et al., 20105
Bashforth et al., 2014; Falcon-Lang et al., 2015),
Bl A 4H G 45 . Aulichnites . Circulichnis . Coch-
lichnus . Diplichnites, Gordia, Helminthoidichnites .
Kouphichnium . Lockeia ., Mermia, Rusophycus FI Jjif
VKiE (Undichna) . RJZ€AT A+ W, HIIEK
W WHM A EEERA A 6 A5 ik
B, EEREIEA 6 DAL ik%.

TEAR— P RE T IR PR S5 R, sl A B s B
$5 . Aulichnites . Cochlichnus . Cruziana . Diplichnites .
Diplopodichnus . Glaciichnium | Gluckstadtella . Gordia .
Helminthoidichnites ., Helminthopsis, Kouphichnium |
Lockeia . Merostomichnites . Mermia , Monomorphichnus |
Ophiomorpha | Palaeophycus . Paradidymaulichnus . Pl-
anolites . Rusophycus . Taenidium ., Thalassinoides , Trep-
tichnus ( Pickerill, 1992 ; Buatois and Mangano, 1995;
AR K, 19985 Keighley and Pickerill, 2003 ; Pollard
et al.,2008; Netto et al., 2009; Falcon-Lang et al.,
2015) o et Al A0 4 A S et R R 5 S W K 2
WA Y. s . B oesh Y a2 .
454 ) Iy 31 S A A R AR 2SR LAY, BR Y ST
AE AL WU HE LR (Microconchus) , 19 Jc 5l ) nl fiE
1575 0 %5 % J&  ( Hibbertopterus) | B £ /K % % J&
(Adelophthalmus) 2§, F523h%) Al fE 145 1K /K 30
J& (Darwinula) . J34b, R R Y 5t 2816 £1
B AR A7 Rhisoliths DU fE ShHIIED /L 47 ( Keighley
and Pickerill, 2003; Pollard et al., 2008; Falcon-
Lang et al., 2015) . HEZS 25 A A 13 A2 J5 1K
B, EERGETEA 1L ASLITRE

M, WA TI— & 4K, RS
130 A PEFN Z RE VIR A QBT ZE AL B B, AR AR 3
ARG LR ERG, F R s YR /A W 1ot
FRERBE h 4E 5 A0 W] B9 AT 0 T 8, R RE AR DR BRI
R 2 PEIG 5, b 354 IS AV 3l 49y [l 3t A E 72 0 ARG BT
KA BB

3 itig
3.1 FYEEHEE
L v T A TEF S A R ST SR B, A

AR SR AE FEA 3 KK 1; B 3): (1)
WIS R RBUK IR (I H L R =
il BT N 1 R S R e R T B E B2 B - W
(Minter et al., 2017; Buatois et al., 2022) , X &
RS R B (2) iR T
WG ARL b (3) b — oty 2R A AE Sl ) 1) 3 3
MRS E . X—1T AN R ELEARE .
e gL WROEEHE B A UL K E AT (Minter e al.,
2017; Buatois et al., 2022; Zhang et al., 2025a) ,

FE o, RS VE PR P Cruziana . Rusophy-
cus . Diplichnites . Planolites 283530 Ak A7 09 H B, £
BT B 3l W G dUsh B © E A Bl A PR 5
(K 3) . %iliE Cruziana 1 Rusophycus, H. 7] fEih
= (s SR TR R B R ( Eoredlichia ) |
=~k & (Yunnanocephalus) ) F . 78 78 58 20 5k
JEN T WL JE S (Méngano et al., 2021a; Bua-
tois et al., 2022) . B P2, FEW AR AIA] A
XK T Cruziana 844, F W] GEG 2 #H =
L N O 2 O et L SR C B 1 |
I Ff P 397 96 26 B8 o ) 32 B Palmichnium | Dipli-
chnites . Cochlichnus 281 b A4, B v {8 ol 38 o A=
Wy F2 B0 IS Wy R Eh . e Al 9 XUSERR 8
g RN W) 16 S IR 3 ( Morrissey et al., 2012b)
O B2 W N S/ T e N A | AR A N T
(FE3) o i3 SO Rt S A7 TR TG 2y 1y 30 ik ¥ ol ok 908 30 055
) Y] i P58 A0 B T VA PR, PR R XU B 5 A )
FEMEL, f Ja dE K AR W0 BR BE Y 5 Rl B 4R
(Minter et al., 2017 ; Buatois et al., 2022) ,

TE IS R 2 RS 48 i U — S 28 i 8 XU T R
Hi 2 F i R Diplichnites F1 Protichnites, JLi& w5 A4
YAl e & — M C K% B sh ¥ ( Euthycarci-
noids) , BIRANTERGHIE AT REG, (HEWMRMW
WISl ¥y 0 il b 25 95 77 A8 8 R R 17 8 (Buatois
et al., 2022; MacNaughton et al., 2002) , X FH]H
W O AT R E A BIRE ST, I 7S 7 Rl
w1390 Bir B Al RE A7 12 — 2% B 0 A Bl 09 B 42
(Buatois et al., 2022) . 75 4h, F&€ %40 (1 11 W 25 4%
e R AFE A Cruziana, Rusophycus. Planolites 45 bt
A (B 3) St 19 I slh Wy Ak sl ) 2 226
TE [8) 8K 1 & #% 33 5% v 4 £ ( Buatois and Méngano,
2004) ,

A ME Bl ) I HL R Y 2 S Al BT A TR K R B
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B2WE A

ZERVESE o IS Sl AT o Rz A AR ) I A AR ¢ 38 A AR SR S R R 1267

ARG (B 1) o 05 H A I 2 3l i I
SR FE IR A G, SR I AR Ok 1Y A A e A R B
R 2 S AT BB AE A REIR K G, AR 42—
e, WEE M E A RIRKHEE (Zhu and Fan,
1995) o WA, FEM% B 2= By B R A 8 4
WAL AT 2 7 T — e MR IR T, 2P
F BRI 2 ) 32 B S T N RROK R EE, AR
W ¥k i 3 35 ( Daeschler et al., 2006; Lucas,
2021) , ZEHP EARJEAR TR X T &5k
H Y 2 S E S R 8, e B IR iz i R DT
M EE R (Chen and Liu, 2024)

3.2 #EYLEM A E =T K3 X Bh i &
SEGWERSBEER
15300 A A Ay i AV Sl i A o AR AR AL T R
SRS . Bl AR, il AU Y S A
— AR S AT RS L AR, T AE P Bl b Ak E AR Ry
JUE AP 2l 4 1) i b s S AL T ) BB, AT
SN 3 S AN TR) I 390 T X AN [ B 5 3 A 028 20 b
R 58 BN T i L A 85 19 5
3.2.1 R#izh¥ mpiti MR E BRI R = ELERE
FER 2L — B, ROA B 2 H, IR S
Yy i 2l Ja KR T T Bl i R85 (18T 3) o i B B A il
WHE Bk Z AP A, 5 BUKR G 3h W) T ik 15 28 5l
S, T v o 3 A 5 R RE AR Ok BT 9B SR b
4y, SCRE SR EEOR B 2 & B (Buatois et al.,
2005) . fHiE, T AP A A FRE Ho A5 8] 4 A
A¥IL), A AT 22 LA ISl W) A R sh Y0 E i)
R 2 R Bl ARATIE S 32, R PR A
e SRR AT, ot T A 3 R 0
P4 JE AT 201 ) R P B 2 3 SCR PR 4 s O 2 SR s o
SR8 11N Y kI 7 R 1 R B
ERiAEEY) (HEEMEY) b, RAELE
EHYE A S A AR R AR RS T
FRAEFIPURE R, s A AR, RS SR U R
Chn o Fn 88 ) LA K 4 k0 8 DT B ( Gensel,
2008 ) . i i Pili — ¥ 7K SC 3% 2 A [n) ¥ It 5 I A 5
ANFHLEEIE , R s Y05 s34 1 S8 B A A7
23], A AT RS B, FR A = R e
Wi dE fE B P O X8, (Méngano et al., 2021b)
AR — e g, I sh Y A s 2R
FIE I PEA SRR o X — I, R4 R i A

AR (B 3), i s RE TR O R AR =25
WO ZR G, HG5R TR AR IO AR W) Y i B AR ) AR TTUAR
IR BRI AR ENE , R sl ARARE (4 T U A 8
TH BRI e 748 Oy ] Bk I A0 2l 1 45 22 15 3l 1 2R 25 A5 1]
( Davies and Gibling, 2010; Capel et al., 2021), {H
&, PR R RN, R ZR b
BI040 Ak, %k il 3t 2 55 1) 50 AR X A BR - (Gensel
2008; Hao and Xue, 2013) ., JEA S Y1 3 £ 0 4
TEUE K R J 1827 I P VT 3 A 45 0 T 92 R P 05 v

AL, A S WA e R R T A
A YRR AL Z AT, TIPSR E P 22 HA DL
oAb, T BOEk D R G B W TE S e & (Buatois
et al., 1998, 2022) , MEJe 7 Al FAEY) X, Y
OB Ik AR AT X K U AR, S AR ) 4 A7 L 1)
My, B AR, BT A SR AR )
Ve E T B L ( DiMichele et al., 2001;
Hao and Xue, 2013) . #H# MM A2 0E 1T RIIFAFTE |
AHX RS E HHA A BB A 00 T ) 0 PR 8 1 T i
( Cohen, 2003; Buatois et al., 2022) ., ZFM B E
R B AT 2 0 o P R PR R R — R A2, XL
TP I AR T 52 . P A R ki ik (& 3) .
BHE A, KA AR DL Y h Al ok B 5
SUHY A W) B R I 25 Y JE B IR ((Cohen, 2003
Buatois and Mdngano, 2011 ; Buatois et al., 2022)
3.22 BEEEASSETEYMRBERMALIRES

MM EREES

AR BB A AT IR R W], AR AT Bl ) 5 il 1
ANFE BB, A RO RR BR B o 14 3 W B v 46 A AE W
B,

FER A — Y20, Ve Rliad 8 R 5 v 35t 1k A7 LA
Skolithos #iH1 Cruziana 0K £, HAlfeE L& F &
AL = BB 2R R A Bsh B, DA RCEAT i
JCRE I B UG L gh ¥y, Hoh AR HL (Olenellus) . =
B3k B ( Yunnanocephalus) . #x J& % (U A J§ %
(Lunataspis) 7] BE & 4 I 163 il 2o 8 B 58 o i DL A 9
B2 . B ) BA B 1k K o3 2 kB AR
%, A AT DU B R R | TR G A A B P
AL RIS, B S B B AR B A gl Rl
EHAEHEAE R (Buatois et al., 2005) ., REHL—
fimced, MR RS h M E Z SR, Ty
KBy WG RS Y AR S, B s =
i 5 R FE (Buatois et al., 2005) i S JE 2
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B R &K = REMER R
(Phacops ) . # 25 1Y [ 75 /R = % J& ( Adelophthal-
mus) . | W& JE (Eurypterus) . kg ( Palae-
otarbus) . HLI S g ( Kettnerites) F1 7o 2 H[ I
)8 ( Modiomorpha ) . i #% Wl J& ( Praenucula ) .
&, Waeksh i NS R G E
TG 44 (Buatois et al., 2005), A REWE M )
ShYIRET e AU (Triops) o

TE Rl PR 58 b, R B Al — e A 4 T i AR I B
B past it 4G B AR AL, F L AL £ A
Diplichnites . Palaeophycus, Cochlichnus, 3¢ U] H i
T A S ) AR Ul Yy, M 2 Y
ZAH m ik (Palaeotarbus) . ZA%s % )8 ( Hibber-
topterus) . Hl| BB % J& ( Stylonurus) , f1 K &4L— 5
WAL, TR PRI 38 Ak A7 LA Mermia AH N
o0, WO a4k 4 LA Cochlichnus ., Gordia ., Hel-
minthoidichnites 25 21 /N B4 1E 5% % A0 Bé AL g e Sy 32
1R IR 55 v 3 5 4 A L) Scoyenia MR, H 2R
& TR RS, Diplichnites 1 Kouphichnium # W, T
W%, 61 Y R W R W A%, ] REIE i
Y A A R R (Hibbertopterus ) | 3 H % J&
(Adelophthalmus ) , Cruziana, Palaeophycus F Trep-
tichnus FWHY s 55 R sh W 3544, Gluckstadt-
ella ., Ophiomorpha }. Thalassinoides 1) ¥R, 357/~ B
BRI 528 (WIE/RXANE  (Darwinula) ) P
T ol b TR 7K FR B
3.2.3 AFZTEMAMESRS I ENIRE N

GIR
A 785 3 ) M P R A 25 3 48 TR B 408 2 40 Ml S Ik
Hh 2 6 Rl A
TEMERE A PEFRGE R, R — R, EES
A EEZE PR —ERNZ, ARG LEUE

S, YTECRR I A T, BRSO Y i
FH#:55 (Minter et al., 2017; Zhang et al., 2025a) ,
A S A A AN 10 DSrJr k%, ARB RS TR
BI04 W, fAika——&4, KERER
B O BB 8] i i A B T R ek AR, H T
EFRAA, RS SN S ) ) DR SR s AL 2x Sk
BEMEZE N REERWIIRRE, A hiE
3. BEPEPEE YUY sl W L 5 m (181 3) o 53 4h,
EARHIMR R M T TR BT bee . DL
ZH R AN B E ROHLRL Vb 5T 0 AR ) 1) B Y 20 KL 0 AR

WA, IR SR A AR R R IR
G 2l v G 3l [l 3 A a6 194 =X S 30 B A v
VLAY FL /3 it ( Buatois et al., 1998; Minter et al.,
2017; Zhang et al., 2025a) , #H ] () 4= 75 =5 (8] F) A
Bz 19 A rtk, ASRGE LR INE 18 47
Tit o it A AR B 9 PR A v AR R Bl AR R 5
o ZREIE R R ER g ) faH, 2 B i Rl 8 PR
g TR RIS R (Minter et al., 2017)
TEFRANA RS T, SR LRl
A FEUAEEEE TR M E & - AR —K
B2 A R AR AT I8 S F2 (18] 3) , X 2647 g X LR
Yt s AV T DL o e sh AR 2 R UE 92 £
(Buatois et al., 1998; Minter et al., 2017) , ] 7 ¥
SEE X L A s A R A L A SRR, AR
G LARRA 12 A0 5 RBG BT PR 5 X B Y A 3 A

BIFHA 7 A0, RS RGETRA S A7
e, R RERENES RS ARE— &

o, B R ORI AR MARMAY AL, 52 A% Y ORI AR
ZA FIA T i 3 Ao A T i A LR SRR T
B O R RS E . B W) M 5E & (Y U T ( Davies
and Gibling, 2011), F35E M TLBUR IR “ K2R
iR R R R AR S A, R — TR B2 A
s AR R R R UURY Sz i o R Sh W)
o R Z I S TR AR |, RN 3
BRI K BAGUR S5 1, 3l 0 15 ki 1 1 J7 AL
BURSTHGE  (Minter et al., 2017) o AHR ML, 3
WA A A R T2 19 ar T R, RS AR
GELRRPETH A 1S AL 07 R WA 3R BT A A5 =3 (]
FUREETEE 13 A2 0r (R 8, EBERZ TRET =
VL ASSEIT R, AR BIA AR S R TR
PETF, IR A AR W) Xt i M 2R 58 £y B Bl o 7 5 18] 32
gkt o J35b, ST B Al LU A o i, B
BB SRR E BEAR P AR s S /AT LSO iR R,
A A A (BT 1) o W IR ] 3 £l £6f o
B RGRA ARG KRR, S Az i it
A B s AL 1Y i 9k B B

BEAL, A1 L T R B o B R A HE S A A2
M, d TR 3 BRI by BRT E 04 S G Sl 490 3 Bl 3 P e 7
JK - AL FE A A S B, X —F BN, R
175 3l 1 Xk DUAR 0 9 803 A (S a2 1 B 5k 3l 1 490 Joi
T35, (RIS ok A HE Sl ) B2 2 AT B 42 AR 2 IR
Jit, HESATL AR A5 AR G i TR R A ) - DR A
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B2WE A

PRI AE AT Sl 4 v 5 ot A AR 0 o 3t A R

i IR AL A YIRS 5 08 1269

ER, AR 2Rk - 2 5 RS R S

3.3 HEKMMAHEENINERZINER
WA MBIV L ES, EE——84
Z st i 2 HUB Ak it 28 5 TR il 2 i A DG
(B 4) o BUE b, fErpb 354 2 %0878 L 40 f0 i
], I 2 R M A g5 3 5 S B AR bR B BT
e, MM ARSI (LPTA) g5t il 25 A 4 gt
0 U S FE U R B A, X RWY, R XS
Or AT RE M BoA RS o X R R AR %
oy 3 A R P Bl s A O L R BR Bl . AR B 22) T P as
AR B Rz —& o, SET HIER
FhA B AR Y K (Chen et al., 2021; Scotese
et al., 2021) ., Ffij5, R MY SRR 7Y
A K A RARAE T (] 4) (Algeo and Sche-
ckler, 1998; Gibling and Davies, 2012), %58 (19

(A (B) (C) D
) ¥ (D)
40 30 20 10 0400 300
A1/ Ma 400300200100 0 6|D ?0 L |0 L
|
260 = GLB Crisis
3

E MC Crisis

AL

!

Jednid

L TRk R AR 2 R

IAAE AN A 1] 6 0 A A K 1) Bl 048 T 49 =2
Y, P TETER)Z AT, W HAAYDLS A
FFFSEHAE R E R CO,, FERAMMEET PR A S
i ETRCE 4) o [, AR B KR T R A
B2 % 11 B S 2 1 O = 0 S i LRI K /K
FIINRE S AR AL T A F S5 (Stacey et al., 2024)
Tedhze, Bl AUEVEA S REERR MR EIOE S
YEE 3, #E—2ufe 7TiX —d & (Algeo et al.,
2001; Raven and Edwards, 2013),
ARG — B2, A BRI S 3 ARG R 2 —
AP HE A ) DR AR AL . S I s S 2R
THt e, SRR AR — 2P K L PR 2RV
g /b (8 4) (Scotese et al., 2021), 5 it [A]
W, Fh A W) ) BB R Y sk BR A 1 R AR XUAE AR
L AR R BT Rk R ER KAk, DA 1] T R AT
Kbl U8 FR B Canwk) , 12 7 A HLEK /Y

(E)  wgpprose (F) (G) CaCORiTRM
g€ 2 8§ § ¢§ 07Cl%VPDB /10°km
100 S5 35S 5SS 4-202468 0 10 20 30 40 50
i
o
;
2
&
<
L4
ol

420, g
=l 1°
nal
L] —
430 &E_
ol |
440
— 4 — T r e b
35 30 25 20 15 10 3000 2000 1000 20 15 10 05 00 40 60 80
Ty 3L/ CO kN0 RALIE B

A— 2Bk S A (Montafiez and Poulsen, 2013); B—4E8 M) 2 A6 (B IE 55, 2022) 5 C—B B 20 —17 4 45 J5 IR B 09 33 o 22 4
(TA) | BB E (1S) . AXZBAM (EU) MASRSE LR (EE) (Zhang et al., 2025a) ; D—EH iR LHHESN YR (Fan e o,
2020) AR (Judd e al., 2024) ; E—¥ KB FE A 0% (McArthur et ol.,2020) FIKS CO, ¥k (Foster et al., 2017) ; F—R R
FESCi 5 (Cramer and Jarvis, 2020) XAk 38 B (Lipp et al., 2021) ; CG—HRERFGF RHE A (Walker et al., 2002) FI¥& 7K ¥ 3B 19 4 B il 22
T (Ridgwell and Zeebe, 2005) . EH-F L4575 : FFB Crisis, IHRHI—35 M THIZ AP R K45 DCB Crisis, BAL—AKRLZ LAWK
Kty MC Crisis, A RAASEHL; GLB Crisis, JRAEEEH— IR P-4 ) KK 4t
B4 20— I A B A R B S R A

Fig. 4 Ichnological metrics correlations with other parameters during the Silurian-Permian
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o, JFPE— B EEAR T R CO, #k B (Chen
et al., 2021; Judd et al., 2024), It4b, 77 KFF&E
W AW 55 T2 RIEAR DG 10 PR BN, I Al RETS K
THETFR, BB R AUKIERE R, R4S
AR BN R EHT R CukE
(Scotese et al., 2021) , XFSfEE B EL W T
T A W) #Y o> A AL B ( Zhang et al., 2019,
2024) . fdn, B AR A A T Sh Y E s,
T CE Z e Ry sl fe A, e Rl AR AUERdE L R
A e N (SRR AN b R PN D e
o 4 B R — R M X V2 43 A % Thalassinoides
WIERG (Jin et al., 2012; Zhang et al., 2017) ,

4 FHRIMREE

iy A A A 49y 0 2oL T Al — i ) O B AT R
JRBUERT, S T RS i AR ST A A AE S R G L
Fito BUBATIESE R, FEiX —id R, SRS h
T LSRRG S AIHL 2 32 SCHR T BH F B8 £ 5K o 21
RS ARG TRE, B4 R LR GEPE DU A
REG NN EZ BB RE TR, H b 2R
H SR S 4 A 25 23 [l AR AR 3l 07 Uy s Al . X — &
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