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Animal behaviour

The cleaner shrimp Lysmata amboinensis
adjusts its behaviour towards predatory
versus non-predatory clients
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2Department of Biology, University of North Carolina, Chapel Hill, NC 27599, USA

EMC, 0000-0003-3497-5925; CC, 0000-0002-8877-9359; SJ, 0000-0002-3943-8320

In cleaning mutualisms, small cleaner organisms remove ectoparasites and
dead skin from larger clients. Because cheating by predatory clients can
result in cleaner death, cleaners should assess the potential risk of interacting
with a given client and adjust their behaviour accordingly. Cleaner shrimp
are small marine crustaceans that interact with numerous client fish species,
many of which are potential predators. We use in situ observations of cleaner–
client interactions to show that the cleaner shrimp Lysmata amboinensis adjusts
several behaviours when interacting with predatory versus non-predatory
clients. Predatory clients were cleaned in a significantly lower proportion of
interactions than non-predatory clients, and cleaners also exhibited a leg
rocking behaviour—potentially signalling their identity or intent to clean—
almost exclusively toward predatory clients. Incidence of leg rocking was
positively correlated with client size, and laboratory experiments showed
that it can be elicited by dark visual stimuli and decreases in illumination
level. Thus, cleaners clean less frequently when predation risk is higher, and
may use leg rocking as a signal advertising cleaning services and directed
specifically at predators.
1. Introduction
Mutualisms—mutually beneficial interactions between species—are enigmatic,
and understanding how cooperative interactions between genetically unrelated
individuals arise and persist has remained challenging [1,2]. One mechanism
that can contribute to the stability of mutualisms is retribution in response to
cheating once it has occurred (e.g. partner switching [3,4], punishment [5]).
However, in some cases, the costs borne by the cheated party are extremely
high, so selection can be especially strong to favour assessment of potential
risk before an interaction begins and modification of behaviour to avoid
being cheated. Cleaning mutualisms are good systems for studying risk assess-
ment, as they involve many clients that are potential predators of cleaners.
Consequently, cleaners might assess the potential risks presented by clients
and adjust their behaviour accordingly.

Cleaner shrimp are marine tropical crustaceans that live at cleaning stations
and provide cleaning services to reef fish clients by removing ectoparasites [6].
Approximately 50% of client visits are by fishes whose diet include crustaceans
similar in size to cleaners, and thus are potential predators (e.g. [7–10]). Yet,
client fish predation on cleaner shrimp appears rare [11]. One hypothesis is
that adjustment of behaviour by either partner contributes to the mutualism’s
stability by keeping cheating (table 1) low (as in mutualisms involving cleaner
fish, e.g. [3,13,14]).

Cleaner shrimp–client fish interactions involve a suite of interacting
behaviours by each party (e.g. [7,15,16]), so there are several ways in which
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Table 1. Summary of what is considered to be cooperating and cheating
by each party in a cleaner shrimp–client fish interaction.

cleaner shrimp client fish

cooperate eat ectoparasites or dead

tissue

pose for cleaning

and remain still

throughout

cheat eat healthy client tissue

(potentially indicated by

a sharp twitch or ‘jolt,’

thought to indicate a

painful pinch [12]), to

which clients may

respond by retaliating

attack/chase shrimp

and/or eat the

cleaner shrimp
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cleaners could strategically adjust their behaviour. First, clea-
ners could engage in fewer risky behaviours when risks are
higher, such as not cleaning certain clients or cheating
(table 1) potential predators (e.g. [10]). Cleaners could also
increase behaviours that identify them as cleaners in the pres-
ence of potential predators, to maximize the chances of being
identified as mutualistic partners rather than prey. For
example, many cleaner shrimp signal to advertise cleaning
services (e.g. [7,9,17]), and may signal more frequently or
intensely to predatory clients than non-predatory clients
(e.g. [9]). Studies of signalling between cleaners and clients
(e.g. [7,9,17]) have focused thus far on visual signals, showing
that cleaner shrimp–client mutualisms are at least in part
visually mediated.

Here, we analysed video recordings of cleaner–client
interactions in nature to show that the cleaner shrimp Lysmata
amboinensis modifies several aspects of its behaviour in the
presence of predatory versus non-predatory clients. We also
used laboratory experiments to examine which visual factors
underlie some of these behavioural changes.

2. Methods
(a) Video observations
To record in situ cleaner–client interactions, we deployed
cameras (Hero3+, GoPro Corporation, San Mateo CA, USA) at
two cleaning stations on the Interuniversity Institute House
Reef (Eilat, Israel; 29° 330 N, 34° 570 E) during Summer 2016.
These two stations were the only stations located in a period of
12 days spent searching the research area. Deployments occurred
daily at approximately 09.00 and 14.00 and lasted for 3–4 h.
During filming, divers left the area. In total, we recorded 31.4 h
of footage (16.7 and 14.7 h at each station).

Using the annotation program BORIS [18], we identified
interactions in which cleaner and client were fully visible and cli-
ents were on screen longer than 5 s. We annotated all instances of
eight focal behaviours through the end of the first cleaning inter-
action or up to 1 min if no cleaning occurred (table 2).
Behavioural sequences within each interaction were confirmed
by EMC. Lysmata amboinensis lives in associations of two individ-
uals [22], and since usually only one shrimp was visible or
cleaned in each interaction, annotations from only one shrimp
were analysed per interaction. Client species (and in one sexually
dimorphic case, sex), diet (predator or non-predator of crus-
taceans) and average total length (centimetre) were identified
using fishbase.org [23].
(b) Sequential analysis
We reduced behavioural sequences to their component tran-
sitions using a two-column format in which the left-hand
column represented an antecedent, and the right-hand the con-
sequent, behaviour. We summarized transitions using an
adjacency matrix [24], in which cells represent the number of
occurrences for each transition between two behaviours across
the dataset, using igraph [25]. To test whether certain transitions
occurred more often than expected by chance, we permuted the
right-hand column (as in [7,26,27]). This generated a distri-
bution of expected transition frequencies for each behavioural
pair if transitions occurred randomly, but with the relative fre-
quency of each behaviour held constant. In adjacency matrices
resulting from permuted data, we replaced temporally imposs-
ible transitions (e.g. behaviours before ‘client enter’ or after
‘client exit’) with zero and divided the matrix by the number
of allowed transitions.

We then calculated a null distribution for each behavioural
transition using adjacency matrices from 10 000 permutations.
From the null distribution, we extracted the 99.89% quantile (the
Bonferroni-corrected significance because 47 allowed transitions
were tested in parallel, although results were qualitatively similar
without correction) for each transition and compared these quan-
tiles to the observed. Observed transitions that occurred more
frequently than their respective 99.89% null quantile were con-
sidered to have occurred significantly more often than expected
by chance. Behaviours and significant transitions between them
were visualized as networks.

Networks were similar for the two cleaning stations, both for
all clients together and for predatory and non-predatory clients
separately (electronic supplementary material, figure S1). Thus,
data from the two stations were combined during analysis.
(c) Cleaner response to ‘synthetic’ clients
Preliminary analysis of in situ interactions indicated that leg rock-
ing may be a signal directed at predatory clients (see Results). To
further examine what aspects of visual stimuli elicit leg rocking,
we exposed shrimp (n = 10) in the laboratory to visual ‘synthetic
clients.’ Shrimp were housed in individual aquaria (30 cm long ×
20 cm high × 15 cm wide) at Duke University (Durham, NC) in
artificial seawater (23–24°C, salinity 28–31 ppt) made from
Instant Ocean (United PetGroup, Blacksburg, VA, USA). They
were fed Crab Cuisine (Hikari®, CA, USA) the day before a
trial. We used PowerPoint (Microsoft Corporation, Redmond,
WA) on an iPad mini 2 (screen 16.5 × 12.5 cm; Apple, Inc., Cuper-
tino, CA, USA) to display synthetic clients against the short side
of the aquarium. Synthetic clients were black or white circles, tri-
angles and rectangles which covered 50% of the screen and were
displayed for 20 s on the same grey background.

We also created light and dark solid grey screens that caused
identical changes in ambient sidewelling irradiance as white and
black stimuli, respectively, as measured using a 200 µm fibre
coupled with a USB2000 spectroradiometer (Ocean Optics Inc.,
Dunedin, FL) at 5 mm distance and perpendicular to the
screen. We then performed trials in which the stimulus was a
change from the background grey to either the darker or lighter
shade for 20 s. All instances of leg rocking were annotated by an
annotator blind to stimulus identity. We then calculated the pro-
portion of trials in which each shrimp leg rocked to a given
stimulus.

Stimuli were presented in random order (n = 5–10 trials per
stimulus per individual). Between stimuli, 2 min of control
grey background were displayed, from which we randomly
extracted 20 s for analysis. Tanks were lit from overhead by an
LED light panel (Fotodiox Pro LED 312-DS, Fotodiox Inc., IL,
USA) held at a constant brightness.



Table 2. Focal client and cleaner behaviours.

behaviour description

client client enter/exit client fish enters the camera’s field of view (interaction begins)/exits the camera’s field of view (interaction ends)

pose client fish stops forward motion near a cleaning station, resting on or near the substrate; often accompanied by a flaring

of the opercula and/or fins

jolt sudden twitching movement, potentially indicative of cleaner cheating (as in cleaner fish [12], though for a divergent

opinion in cleaner shrimp, see [19,20])

cleaner leg rocking rapid back and forth rocking of the white front pair of legs; sometimes accompanied by ‘lashing’ (e.g. [21]) of the

antennae

antennae

tapping

tapping of the antennae on the client’s body; the cleaner and client are otherwise not in physical contact with one

another

clean begin/

end

begin/end physical contact between cleaner and client; distinct from antennae tapping

0.35

0.61

0.25

0.44 0.69

0.35

0.86

0.38
0.56

clean 
end

client
exit

0.31

0.41

0.22 0.63

0.39

0.84

0.76

client
exit

clean 
end

clean
begin clean

begin

client
pose

client
enter

client
enter

leg
rocking leg

rocking

antennae
tapping

antennae
tapping

jolt
jolt
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Figure 1. (a) Number of interactions with predatory and non-predatory clients. (b,c) Network diagrams of significant behavioural transitions between cleaner shrimp
(light) and client fish (dark) behaviours in interactions with predatory (b) and non-predatory (c) clients. Circles (behaviours) are scaled to represent number of
occurrences of a given behaviour. Numbers and arrow thickness represent the probability of progressing between behaviours. (Online version in colour.)
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t9.0 = –8.2, p < 0.0001

t10.7 = 7.4, p < 0.0001
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t7.6 = 4.3, p = 0.003

t8.2 = 3.56, p = 0.007

Figure 2. Leg rocking responses to visual stimuli. Boxes show the mean (line), quartiles (box) and minimum and maximum (whiskers). Points show the mean
proportion for a single individual (outliers (x’s) are from one individual). Points are jittered vertically for clarity. Significant differences are labelled with bars and
statistics from t-tests (equal variances) or Welch’s t-tests (unequal variances). The Bonferroni-corrected α = 0.008.
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3. Results
(a) Interactions with predatory versus non-predatory

clients
We analysed behavioural sequences from 241 interactions
(n = 119 and 122 at Stations 1 and 2, respectively) with 14
client fish species (range 2–50 interactions/client species).
Visits from four predatory client species constituted 42%
and 46% of visits at Stations 1 and 2, respectively (figure 1a;
electronic supplementary material, figure S2). Interactions
with predatory (figure 1b) versus non-predatory (figure 1c)
clients differed in several ways.

First, predatory clients were cleaned in a significantly
lower proportion of interactions (mean ± s.d. = 0.28 ± 0.08)
than non-predatory clients (0.51 ± 0.43; t9.57 = 2.5, p = 0.03).
Among clients who adopted cleaning solicitation poses, 25%
of predatory clients were cleaned compared to 41% of non-
predatory clients. Additionally, 44% of predatory clients who
posed exited without being cleaned, in contrast to 25% of
non-predatory clients (and there was no significant connection
between pose and exit for non-predatory clients).

Second, cleaners leg rocked in a significantly higher pro-
portion of interactions with predatory (0.51 ± 0.39) versus
non-predatory clients (0.12 ± 0.21; t12 =−2.39, p = 0.03;
figure 1), usually directly after a predatory client approached
the cleaning station.

Third, jolting occurred in a lower proportion of inter-
actions with predatory (0.10 ± 0.10) than non-predatory
clients (0.22 ± 0.23), but not significantly so (t12 = 0.55,
p = 0.59). Non-predatory clients jolted more times per inter-
action (range: 0–3 jolts/interaction, mean ± s.d.: 0.50 ± 0.88)
than predatory clients (range: 0–0.3, mean ± s.d.: 0.15 ±
0.16), but again the difference was not statistically significant
(t11.5 = 1.29, p = 0.22).

To examine what drives behavioural differences between
predatory and non-predatory clients, we constructed behav-
ioural networks for clients based on size, dividing them
into ‘large’ (greater than 20 cm, n = 7) and ‘small’ (less than
20 cm, n = 8) categories centred roughly around the mean
client size. Predatory clients were on average larger (46.8 ±
20.6 cm) than non-predatory (18.4 ± 12.8 cm) clients, but not
significantly so (t3.8 =−2.56, p = 0.07). Overall, behavioural
networks for large and small clients closely matched those
for predatory and non-predatory clients, respectively (elec-
tronic supplementary material, figure S3), suggesting that
cleaners assess client size in determining whether to treat
them as predatory or non-predatory.

(b) Is leg rocking a signal directed at predatory clients?
Leg rocking was followed by cleaning at some point in a be-
havioural sequence in 45% of interactions with predatory
clients, but only 5% of interactions with non-predatory cli-
ents, suggesting it may be a signal directed specifically at
predatory clients. Linear models (fitted using lm in R [28]
and excluding the Titan triggerfish, an outlier identified
using Cook’s distance [29]) showed that the proportion of
interactions in which leg rocking occurred correlated signifi-
cantly and positively with client species size (F12 = 9.84,
R2 = 0.40, p = 0.009). This positive relationship held—but was
not statistically significant—for both predatory (F2 = 2.68,
R2 = 0.45, p = 0.20) and non-predatory (F9 = 2.35, R2 = 0.16,
p = 0.15) clients separately.

Although cleaners leg rock more frequently to larger cli-
ents, which are more likely to be predatory, their low acuity
vision [30] suggests they likely use visual cues other than
fine-scale size assessment to decide to leg rock. In support of
this, in the laboratory, we found that cleaners leg rock to
visual stimuli in a significantly higher proportion of trials
than to a grey background, and more often to black than
white stimuli (statistics in figure 2). However, the increased
response to black stimuli was almost entirely explained by
the decrease in illumination that occurs when dark stimuli
appear. Specifically, leg rocking occurred in a similar pro-
portion of trials in response to dark stimuli and decreases in
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illumination, both of which were significantly higher than the
proportion of trials in which leg rocking occurred to white
stimuli or an increase in illumination (statistics in figure 2).

4. Discussion
Although many mutualisms involve tight coevolution
between a pair of partner species (e.g. [31,32]), cleaning
mutualisms are ‘diffuse,’ meaning two multi-species partner
classes interact in a loosely associated network [33]. Diffuse
mutualisms are thought to play a key role in the structure
and diversity of ecosystems [34] by allowing numerous
species to access a shared mutualist, with fitness conse-
quences for both parties [33,35]. How diffuse mutualisms
persist despite the unequal risks imposed by different part-
ners, e.g. predatory versus non-predatory partners,
however, is an evolutionary puzzle. Our finding that Lysmata
amboinensis alters its behaviour in the presence of potentially
predatory clients has implications for our understanding of
how diffuse mutualisms remain stable.

We found that predatory clients were cleaned in a signifi-
cantly lower proportion of interactions than non-predatory
clients, suggesting that mutualistic services are more avail-
able to clients that pose less predation risk. Second, cleaners
leg rocked almost exclusively to predatory clients and were
more likely to clean predatory clients after leg rocking, as
compared to non-predatory clients. Thus, leg rocking may
serve as a signal directed specifically at predatory clients, a
response that appears to be at least partially mediated by
reductions in light that occur with the approach of usually
larger predatory clients. Because signals represent a mechan-
ism by which mutualistic partners can determine when, how,
and with whom to interact, partners can potentially exert
strong selection pressure on one another’s signals [36], and
signals may be crucial for mutualisms to arise and persist.

Lastly, we observed trends, but no significant differences,
in jolting between predatory and non-predatory clients. Thus,
if jolting corresponds to cleaner cheating, our results do not
support the prediction that cleaners cheat predatory clients
less often than non-predatory clients (e.g. [3,5]).

Overall, Lysmata amboinensis now joins two other Red Sea
cleaner species which also exhibit strategic behavioural
adjustment (the shrimp Ancylomenes longicarpus [10] and
the wrasse Labroides dimidiatus, e.g. [37–40]). The presence
of similar behavioural strategies among distantly related clea-
ners suggests that selection is driving convergent behavioural
evolution in the Red Sea. By contrast, there is no evidence for
behavioural adjustment in two Caribbean cleaners (the
shrimp Ancylomenes pedersoni and Elacatinus cleaner gobies,
reviewed in [19]). Thus, our study lends support to the
hypothesis that cleaning behaviour in these ocean basins
has followed independent evolutionary trajectories.
Ethics. All fieldwork described in this article was performed with the
permission of the Israeli Nature and Parks Authority. All fieldwork
was conducted within the reef area operated by the Interuniversity
Institute and thus did not require a specific permit number, only per-
mission to deploy cameras.
Data accessibility. Raw behavioural sequence data from in situ behaviour-
al observations are available as electronic supplementary material, in
the two-column format described in Methods (see file ‘Electronic_-
Supp_two column behavior.csv’).
Authors’ contributions. E.C. conceived of and designed the study, carried
out fieldwork, checked video annotations, obtained funding for field-
work, assisted with laboratory experiments, carried out statistical
analyses and wrote the manuscript. C.C. watched and annotated all
videos, secured funding for laboratory experiments, carried out labora-
tory experiments and critically revised the manuscript. S.J. helped
design the experiment, provided space and resources for laboratory
experiments, assisted in securing funding and critically reviewed the
manuscript. All authors gave final approval for publication and
agree to be held accountable for the work performed therein.
Competing interests. We declare we have no competing interests.

Funding. We thank Dr Nadav Shashar, Dr Gil Koplovitz, and Ofir
Hameiri (Interuniversity Institute Eilat), Assaf Zvuloni (Israel
Nature and National Parks Protection Authority), Dr Patrick Green
and Matthew Zipple. E.M.C. was funded by a National Geographic
Young Explorer’s grant no. (9859-16); C.C. was funded by a Duke
University Dean’s Summer Fellowship.
References
1. Herre EA, Knowlton N, Mueller UG, Rehner SA. 1999
The evolution of mutualisms: exploring the paths
between conflict and cooperation. Trends Ecol. Evol.
14, 49–53. (doi:10.1016/s0169-5347(98)01529-8)

2. Hoeksema JD, Bruna EM. 2000 Pursuing the big
questions about interspecific mutualism: a review of
theoretical approaches. Oecologia 125, 321–330.
(doi:10.1007/s004420000496)

3. Bshary R, Schäffer D. 2002 Choosy reef fish select
cleaner fish that provide high-quality service. Anim.
Behav. 63, 557–564. (doi:10.1006/anbe.2001.1923)

4. Ferriere R, Bronstein JL, Rinaldi S, Law R,
Gauduchon M. 2002 Cheating and the evolutionary
stability of mutualisms. Proc. R. Soc. Lond. B 269,
773–780. (doi:10.1098/rspb.2001.1900)

5. Clutton-Brock TH, Parker GA. 1995 Punishment in
animal societies. Nature 373, 209–216. (doi:10.
1038/373209a0)

6. Becker JHA, Grutter AS. 2004 Cleaner shrimp do
clean. Coral Reefs 23, 515–520. (doi:10.1007/
s00338-004-0429-3)
7. Caves EM, Green PA, Johnsen S. 2018 Mutual visual
signalling between the cleaner shrimp Ancylomenes
pedersoni and its client fish. Proc. R. Soc. B 285,
20180800. (doi:10.1098/rspb.2018.0800)

8. Titus BM, Daly M, Exton DA. 2015 Temporal
patterns of Pederson shrimp (Ancylomenes
pedersoni Chace 1958) cleaning interactions on
Caribbean coral reefs. Mar. Biol. 162, 1651–1664.
(doi:10.1007/s00227-015-2703-z)

9. Chapuis L, Bshary R. 2010 Signalling by the
cleaner shrimp Periclimenes longicarpus. Anim.
Behav. 79, 645–647. (doi:10.1016/j.anbehav.
2009.12.012)

10. Chapuis L, Bshary R. 2009 Strategic adjustment of
service quality to client identity in the cleaner
shrimp, Periclimenes longicarpus. Anim. Behav.
78, 455–459. (doi:10.1016/j.anbehav.2009.
06.001)

11. Côté IM. 2000 Evolution and ecology of cleaning
symbioses in the sea. Oceanogr. Mar. Biol. Annu.
Rev. 38, 311–355.
12. Soares MC, Bshary R, Cardoso SC, Côté IM. 2008 The
meaning of jolts by fish clients of cleaning gobies.
Ethology 114, 209–214. (doi:10.1111/j.1439-0310.
2007.01471.x)

13. Bshary R, Grutter AS. 2002 Asymmetric cheating
opportunities and partner control in a cleaner fish
mutualism. Anim. Behav. 63, 547–555. (doi:10.
1006/anbe.2001.1937)

14. Bshary R, Grutter AS. 2005 Punishment and partner
switching cause cooperative behaviour in a cleaning
mutualism. Biol. Lett. 1, 396–399. (doi:10.1098/
rsbl.2005.0344)

15. Sargent RC, Wagenbach GE. 1975 Cleaning
behaviour of the shrimp, Periclimenes anthophilus
Holthuis and Eibl-Eibesfeldt (Crustacea: Decapoda:
Natantia). Bull. Mar. Sci. 25, 466–472.

16. Jonasson M. 1987 Fish cleaning behaviour of
shrimp. J. Zool. Lond. 213, 117–131. (doi:10.1111/j.
1469-7998.1987.tb03682.x)

17. Becker JHA, Curtis LM, Grutter AS. 2005 Cleaner
shrimp use a rocking dance to advertise cleaning

http://dx.doi.org/10.1016/s0169-5347(98)01529-8
http://dx.doi.org/10.1007/s004420000496
http://dx.doi.org/10.1006/anbe.2001.1923
http://dx.doi.org/10.1098/rspb.2001.1900
http://dx.doi.org/10.1038/373209a0
http://dx.doi.org/10.1038/373209a0
http://dx.doi.org/10.1007/s00338-004-0429-3
http://dx.doi.org/10.1007/s00338-004-0429-3
http://dx.doi.org/10.1098/rspb.2018.0800
http://dx.doi.org/10.1007/s00227-015-2703-z
http://dx.doi.org/10.1016/j.anbehav.2009.12.012
http://dx.doi.org/10.1016/j.anbehav.2009.12.012
http://dx.doi.org/10.1016/j.anbehav.2009.06.001
http://dx.doi.org/10.1016/j.anbehav.2009.06.001
http://dx.doi.org/10.1111/j.1439-0310.2007.01471.x
http://dx.doi.org/10.1111/j.1439-0310.2007.01471.x
http://dx.doi.org/10.1006/anbe.2001.1937
http://dx.doi.org/10.1006/anbe.2001.1937
http://dx.doi.org/10.1098/rsbl.2005.0344
http://dx.doi.org/10.1098/rsbl.2005.0344
http://dx.doi.org/10.1111/j.1469-7998.1987.tb03682.x
http://dx.doi.org/10.1111/j.1469-7998.1987.tb03682.x


royalsocietypublishing.org/journal/rsbl
Biol.Lett.15:20190534

6
service to clients. Curr. Biol. 15, 760–764. (doi:10.
1016/j.cub.2005.02.067)

18. Friard O, Gamba M. 2016 BORIS: a free, versatile
open-source event-logging software for video/
audio coding and live observations. Methods Ecol.
Evol. 7, 1325–1330. (doi:10.1111/2041-210X.
12584)

19. Titus BM, Daly M, Vondriska C, Hamilton I, Exton
DA. 2019 Lack of strategic service provisioning by
Pederson’s cleaner shrimp (Ancylomenes pedersoni)
highlights independent evolution of cleaning
behaviors between ocean basins. Sci. Rep. 9, 629.
(doi:10.1038/s41598-018-37418-5)

20. Vaughan DB, Grutter AS, Ferguson HW, Jones R,
Hutson KS. 2018 Cleaner shrimp are true cleaners of
injured fish. Mar. Biol. 165, 1–12. (doi:10.1007/
s00227-018-3379-y)

21. Wicksten M. 2009 Interactions with fishes of five
species of Lysmata (Decapoda, Caridea, Lysmatidae).
Crustaceana 82, 1213–1223. (doi:10.1163/
156854009X448899)

22. Fiedler G. 1998 Functional, simultaneous
hermaphroditism in female-phase Lysmata
amboinensis (Decapoda: Caridea: Hippolytidae).
Pacific Sci. 52, 161–169.

23. Froese R, Pauly D (eds) 2000 Fishbase 2000:
concepts, design, and data sources. Los Baños,
Laguna, Philippines: ICLARM.

24. Castellan NJ. 1979 The analysis of behavior
sequences. In The analysis of social interactions:
methods, issues, and illustrations (ed. RB Cairns),
pp. 81–118. Hillsdale, NJ: Lawrence Erlbaum
Associates, Inc.

25. Csardi G, Nepusz T. 2006 The igraph software
package for complex network research. InterJournal,
Complex Syst. 1695, 1–9.

26. Green PA, Patek SN. 2018 Mutual assessment
during ritualized fighting in mantis shrimp
(Stomatopoda). Proc. R. Soc. B 285, 20172542.
(doi:10.1098/rspb.2017.2542)

27. Bakeman R, Robinson BF, Quera V. 1996 Testing
sequential association: estimating exact p values
using sampled permutations. Psychol. Methods 1,
4–15. (doi:10.1037/1082-989X.1.1.4)

28. R Development Core Team. 2018 R: a language and
environment for statistical computing. Vienna,
Austria: R Foundation for Statistical Computing.
https://www.R-project.org/.

29. Cook RD. 1977 Detection of influential observation
in linear regression. Technometrics 19, 15–18.
(doi:10.2307/1268249)

30. Caves EM, Frank TM, Johnsen S. 2016 Spectral
sensitivity, spatial resolution, and temporal
resolution and their implications for conspecific
signalling in cleaner shrimp. J. Exp. Biol. 219,
597–608. (doi:10.1242/jeb.122275)

31. Janzen DH. 1979 How to be a Fig. Annu. Rev. Ecol.
Syst. 10, 13–51. (doi:10.1146/annurev.es.10.
110179.000305)

32. Pellmyr O, Huth CJ. 1994 Evolutionary stability of
mutualism between yuccas and yucca moths.
Nature 372, 257–260. (doi:10.1038/372257a0)
33. Cushman JH, Beattie AJ. 1991 Mutualisms:
assessing the benefits to hosts and visitors. Trends
Ecol. Evol. 6, 193–195. (doi:10.1016/0169-
5347(91)90213-H)

34. Bascompte J, Jordano P, Olesen JM. 2006 Asymetric
coevolutionary networks facilitate biodiversity
maintenance. Science 312, 431–433. (doi:10.1126/
science.1123412)

35. Leigh EG. 2010 The evolution of mutualism. J. Evol.
Biol. 23, 2507–2528. (doi:10.1111/j.1420-9101.
2010.02114.x)

36. Lettieri L, Cheney KL, Mazel CH, Boothe D, Marshall
NJ, Streelman JT. 2009 Cleaner gobies evolve
advertising stripes of higher contrast. J. Exp. Biol.
212, 2194–2203. (doi:10.1242/jeb.025478)

37. Bshary R, Würth M. 2001 Cleaner fish Labroides
dimidiatus manipulate client reef fish by providing
tactile stimulation. Proc. R. Soc. Lond. B 268,
1495–1501. (doi:10.1098/rspb.2001.1701)

38. Bshary R. 2001 The cleaner fish market. In
Economics in nature, pp. 146–172. Cambridge, UK:
Cambridge University Press.

39. Bshary R. 2002 Biting cleaner fish use altruism to
deceive image-scoring client reef fish. Proc. R. Soc.
Lond. B 269, 2087–2093. (doi:10.1098/rspb.2002.
2084)

40. Binning SA, Rey O, Wismer S, Triki Z, Glauser G,
Soares MC, Bshary R. 2017 Reputation management
promotes strategic adjustment of service quality in
cleaner wrasse. Sci. Rep. 7, 1–9. (doi:10.1038/
s41598-017-07128-5)

http://dx.doi.org/10.1016/j.cub.2005.02.067
http://dx.doi.org/10.1016/j.cub.2005.02.067
http://dx.doi.org/10.1111/2041-210X.12584
http://dx.doi.org/10.1111/2041-210X.12584
http://dx.doi.org/10.1038/s41598-018-37418-5
http://dx.doi.org/10.1007/s00227-018-3379-y
http://dx.doi.org/10.1007/s00227-018-3379-y
http://dx.doi.org/10.1163/156854009X448899
http://dx.doi.org/10.1163/156854009X448899
http://dx.doi.org/10.1098/rspb.2017.2542
http://dx.doi.org/10.1037/1082-989X.1.1.4
https://www.R-project.org/
https://www.R-project.org/
http://dx.doi.org/10.2307/1268249
http://dx.doi.org/10.1242/jeb.122275
http://dx.doi.org/10.1146/annurev.es.10.110179.000305
http://dx.doi.org/10.1146/annurev.es.10.110179.000305
http://dx.doi.org/10.1038/372257a0
http://dx.doi.org/10.1016/0169-5347(91)90213-H
http://dx.doi.org/10.1016/0169-5347(91)90213-H
http://dx.doi.org/10.1126/science.1123412
http://dx.doi.org/10.1126/science.1123412
http://dx.doi.org/10.1111/j.1420-9101.2010.02114.x
http://dx.doi.org/10.1111/j.1420-9101.2010.02114.x
http://dx.doi.org/10.1242/jeb.025478
http://dx.doi.org/10.1098/rspb.2001.1701
http://dx.doi.org/10.1098/rspb.2002.2084
http://dx.doi.org/10.1098/rspb.2002.2084
http://dx.doi.org/10.1038/s41598-017-07128-5
http://dx.doi.org/10.1038/s41598-017-07128-5

	The cleaner shrimp Lysmata amboinensis adjusts its behaviour towards predatory versus non-predatory clients
	Introduction
	Methods
	Video observations
	Sequential analysis
	Cleaner response to ‘synthetic’ clients

	Results
	Interactions with predatory versus non-predatory clients
	Is leg rocking a signal directed at predatory clients?

	Discussion
	Ethics
	Data accessibility
	Authors' contributions
	Competing interests
	Funding
	References




