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The tropicalization of temperate marine ecosystems can lead to increased
herbivory rates, reducing the standing stock of seaweeds and potentially
causing increases in detritus production. However, long-term studies analysing these processes associated with the persistence of tropical herbivores in
temperate reefs are lacking. We assessed the seasonal variation in abundances, macrophyte consumption, feeding modes and defecation rates of
the range-extending tropical rabbitfish Siganus fuscescens and the temperate
silver drummer Kyphosus sydneyanus and herring cale Olisthops cyanomelas
on tropicalized reefs of Western Australia. Rabbitfish overwintered in temperate reefs, consumed more kelp and other macrophytes in all feeding
modes, and defecated more during both summer and winter than the temperate herbivores. Herbivory and defecation increased with rabbitfish
abundance, but this was dependent on temperature, with higher rates
attained by big schools during summer and lower rates in winter. Still, rabbitfish surpassed temperate herbivores, leading to a fivefold acceleration in
the transformation of macrophyte standing stock to detritus, a function
usually attributed to sea urchins in kelp forests. Our results suggest that
further warming and tropicalization will not only increase primary consumption and affect the habitat structure of temperate reefs but also
increase detritus production, with the potential to modify energy pathways.

1. Introduction
Primary consumption is fundamental for the transfer of energy across trophic
levels and can exert a strong top-down control on the habitat structure and resilience of marine ecosystems, particularly in tropical regions [1]. Herbivores act
as intermediate links between autotrophs, detritivores and secondary consumers, sustaining longer and more complex trophic chains in natural
ecosystems [2]. At the same time, herbivores act as ecological engineers by regulating the cover of benthic macrophytes [3]. The intensity of herbivory follows
a strong latitudinal pattern worldwide [4,5], in which tropical reefs dominated
by corals have high rates of primary consumption mostly due to herbivorous
fish [4,6–8], while temperate reefs dominated by large brown seaweeds experience lower rates of consumption, mostly caused by sea urchins and other
mobile invertebrates [9]. Herbivorous fish are more abundant, more diverse
and have more feeding strategies (e.g. browsers, grazers or scrapers) in the tropics than in temperate ecosystems [8,10–12], resulting in thousands of bites
more on macrophytes per day [5,13–16]. However, as global climate change
drives tropical species to shift their distribution towards higher latitudes, the
© 2019 The Author(s) Published by the Royal Society. All rights reserved.

to increase in the future on temperate reefs. To test this, we
assessed over multiple years (2016–2018) the seasonal variation in the abundances of the range-shifting tropical
rabbitfish Siganus fuscescens, their herbivory rates in different
feeding modes and their defecation rates, and compared
these with the most important kelp consumers native of temperate reefs of Western Australia: Kyphosus sydneyanus and
Olisthops cyanomelas.

2. Methods
(a) Location

(b) Herbivorous fish abundance and rates of herbivory
Fish abundance and herbivory rates were assessed during three
consecutive years (2016, 2017 and 2018) in both the summer
(November–April) and winter (July–September) seasons
(summer: n = 19; winter: n = 16 days). During each sampling
day at each reef, fish abundance was surveyed using stereo
diver-operated video (S-DOV) before deploying bioassays of
kelp filmed with remote underwater videos (RUV). Three or
four 25 × 5 m S-DOV transects were sampled along the ecotone
between reef and seagrass, separating each transect by a minimum of approximately 10 m to ensure independence of
replicates and ignoring fish appearing from behind the cameras
to avoid double counting [45]. Using EVENTMEASURE software
(SeaGIS Pty Ltd), all individual fish were counted, measured
(fork length) and identified to the lowest taxonomic level possible. Fish known to be consumers of kelp were classified by
climatic affinity (tropical: rabbitfish S. fuscescens; temperate:
silver drummer K. sydneyanus and herring cale O. cyanomelas).
Herbivory on kelp was assessed through tethered bioassays consisting of a cluster of at least nine individual approximately
15 cm long lateral blades of E. radiata attached to 0.5 m rods
simulating kelp canopy. One cluster was deployed per reef at
each sampling day, representing one independent sampling
unit. Tethers were deployed within the typical feeding time
frame of diurnal herbivorous fish, from the morning until the
afternoon (8.00–16.00 h) [46] and filmed for 3–4 h with GoPro
cameras to identify the species responsible for the consumption
of kelp, their relative abundances (MaxN), their bite rates on
kelp (bites h−1) and defecation rates (faeces h−1). During winter
of 2018 (September), we deployed additional kelp tethers for 3
days to test if consumption rates would increase under a
higher timeframe of exposure. In addition to herbivory on tethered kelps, bites on other macrophytes attached to the
substratum and drifting in the water column were also registered
during RUV analyses (e.g. kelp, seagrass, Sargassum spp., Ulva
spp., Hypnea spp.). We identified the species of fish feeding
and classified their herbivory modes as: browsing (substrateattached macrophytes, including kelp tethers), kelp browsing
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The study was carried out at four temperate rocky reefs within
Marmion Marine Park (Perth) in southwestern Australia (31°49.4
S, 115°44.0 E), where the rabbitfish S. fuscescens has established
populations following a marine heatwave in 2011 [23]: Cow
Rocks, Wreck Rock, Whitfords Rock and The Lumps. These reefs
are separated from each other by 1 ± 0.1 km and are characteristic
of the inshore limestone reefs along the coast of southwestern Australia, having similar environmental conditions associated with
depth (approx. 5 m), wave exposure (1 km from land and subject
to wind and oceanic swell of up to 4 m high) and substrate (limestone rock with reef flats, reef walls, crevices and overhangs). The
reefs are dominated by the kelp Ecklonia radiata and the fucoids
Sargassum spp., and are surrounded by meadows of the seagrasses
Posidonia sinuosa and Amphibolis spp. [44].
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guild of herbivorous fish in many temperate regions is experiencing a process of tropicalization, where the proportion of
warm-water species increases and past latitudinal patterns
become blurred [17].
Global warming is changing biodiversity configurations
worldwide, causing poleward expansions of tropical species
and creating new trophic interactions [18]. Among marine
vertebrates, herbivorous fish have been some of the most successful in expanding their distribution ranges [17]. Tropical
herbivorous fish of the families Scaridae ( parrotfish), Kyphosidae (sea chubs) and Siganidae (rabbitfish) have established
populations in temperate ecosystems, increasing herbivory
rates and having a direct effect on the structural complexity
of these habitats, reducing seaweed and increasing turf and
bare rock cover in the eastern Mediterranean Sea [19,20],
southern Japan [21] and temperate Australia [22,23], with
rabbitfish being the most successful taxon in all these regions
[23–25]. In addition, it has been proposed recently that the
process of tropicalization can also affect temperate ecosystems indirectly by modifying the energy transfer between
trophic levels [26]. Kelp forests generate great amounts of detritus, an important source of energy [27]. Currently, detritus
is mainly generated by erosion or detachment of kelp sporophytes [28,29], with herbivory-derived detritus representing a
small proportion and being mostly produced by sea urchins
[27,30]. Herbivores shred macrophyte biomass and transform
it into particulate detrital matter of higher nutritional value
for multiple consumers [31,32]. This process can be accelerated with the arrival of tropical herbivorous fish to
temperate ecosystems by increasing the rates of defecation,
with the potential of altering fluxes of biomass and the
composition of the benthic community [30,33,34].
Despite the socio-ecological importance that the transformation of kelp forests to turf ecosystems can have
[35,36], there is a lack of studies that integrally evaluate the
persistence of tropical herbivores over multiple seasons,
their direct and indirect effects, and the interaction between
these elements in tropicalized temperate ecosystems.
Research to date has been restricted to assessments of seaweed consumption during warm (summer) conditions with
no evaluations of its implication in detrital inputs on the temperate ecosystems or overwintering performance [16,19].
Assessments of these aspects across multiple seasons are of
paramount importance since temperate winters can pose
severe eco-physiological challenges to tropical fish adapted
to more stable warmer environments [37,38]. Temperature
modulates the metabolic rates of fish [39] and consumption
of macrophytes [40,41], and in extreme cases can lead to
high mortality rates associated with physiological stress and
starvation [42,43]. Still, some tropical herbivores seem to be
extending their distribution polewards successfully, but currently it is unknown how they are performing throughout
the year in temperate reefs and how it compares with their
temperate competitors and pre-tropicalization stages, information necessary to understand the magnitudes of change
in current and future times. In this study, we sought to
answer (i) whether rabbitfish overwintered in temperate
reefs and suffered changes in abundances, (ii) which was
their relative importance on transforming the standing stock
of kelp and other macrophytes into detritus over the seasons
of the year, and (iii) how this depended on the interaction
between the number of herbivorous individuals and the
environmental temperature, two factors that are predicted

(c) Statistical analyses

Temperate and tropical herbivorous fish consumed kelp at
higher rates in the warmest temperatures of summer (max
T: 22°C) than in the lower temperatures in winter (min T:
16°C). Rabbitfish total consumption rate during summer
was 244 ± 65 cm2 h−1 (mean ± s.e.) from 18 092 total bites
(426 bites h−1), while in winter, the average rate was 7.4 ±
7.4 cm2 h−1 from 979 total bites (15.3 bites h−1). In comparison, silver drummers consumed macrophytes at a rate of
45.6 ± 22 cm2 h−1 in summer (715 bites: 21.2 bites h−1) and
1.7 ± 1.6 cm2 h−1 in winter (69 bites: 1.1 bites h−1). Herring
cale had the lowest consumption rates with only 83 bites
(1.6 bites h−1) in all summer surveys and zero consumption
during winter (figure 2).
Rabbitfish browsing was 37 times higher during summer
(223 ± 64 cm2 h−1) than during winter (6 ± 5.9 cm2 h−1). Similarly, although at lower rates, browsing by silver drummer
was 26 times higher during summer (42 ± 22 cm2 h−1) than
in winter (1.7 ± 1.6 cm2 h−1). Herring cale browsing was
equivalent to their total consumption (electronic supplementary material). Browsing was observed in seagrass, Sargassum
and kelp. Seagrass was only consumed by rabbitfish in
summer (4.6 ± 2.7 cm2 h−1). Short thalli of Sargassum were
mainly consumed by rabbitfish during both seasons
(summer: 36.4 ± 22.4 cm2 h−1, winter: 0.15 ± 0.15 cm2 h−1),
while silver drummer (0.8 ± 0.8 cm2 h−1) and herring cale
(45 bites: 0.8 ± 0.8 bites h−1) only consumed it during
summer at lower rates. Consumption of kelp (tethered
E. radiata) accounted for 82% of the total browsing. Rabbitfish
bit kelp 13 020 times and on average consumed 32 times more
in summer (182 ± 67 cm2 h−1) than during winter (5.7 ±
5.6 cm2 h−1). Silver drummer bit kelp 616 times and consumed 24 times more kelp in summer (41 ± 23.5 cm2 h−1)
than in winter (1.7 ± 1.6 cm2 h−1). Herring cale were rarely
seen and only bit kelp 35 times during one survey in
summer (0.75 ± 0.75 bites h−1). In terms of biomass, total consumption of tethered kelp in summer amounted to 529.5 g,
equivalent to 10.4 ± 3.1 g h−1 (mean ± s.e.); while in winter,
total consumption was 37.7 g, equivalent to 0.6 ± 0.5 g h−1.
This was further confirmed with the results of 3-day tether
deployments during winter of 2018 that yielded consumption
values of 2.3 g h−1.

We used mixed-effects linear regression analyses to evaluate (i)
the effect of temperature on the abundance (S-DOV and MaxN)
of tropical and temperate herbivorous fish, and the effect of
both temperature and herbivorous fish abundance on (ii) kelp
consumption rates, (iii) drift consumption rates and (iv) defecation rates of S. fuscescens and K. sydneyanus. Changes in fish
abundance were evaluated with negative binomial generalized
linear mixed models using the R package glmmTMB [50]. Fish
herbivory and defecation rates were analysed with linear
mixed-effects models (LMEM) with the R package nlme [51].
Since the effect of multiple unmeasured factors in the natural
environment can affect the phenomena of interest and increase
the frequency of low values, masking the true effect of explanatory variables, we applied linear quantile mixed-effects
regressions (LQMM) to the 90th percentile of the response distribution using the R package lqmm in addition to regressions
based on the conditional mean of the response variables [52].
The use of quantile regression in ecological studies has increased
since it is a more robust technique than the more common ordinary least-squares approach and it allows a more complete
analysis of the relationships between variables [53]. In all
regressions, we included random intercepts based on reefs and
years, but for herbivory and defecation rates, we also included
random slopes based on herbivorous fish abundance. Models
with different structure of the random components were
compared and the best was chosen based on AIC, BIC, likelihood-ratio test and graphical examination of predictions versus
observations. Overdispersion, normality and homogeneity of
the residuals of LMEM were assessed with histograms and
fitted versus predicted scatterplots. When assumptions were
not met, data were log transformed. In the case of statistically significant effects of explanatory variables, we used the R package
sjPlot to graph the model predictions [54]; temperature was
plotted as the moderator variable based on mean (18.59°C) and
±s.e. values (20.85 and 16.33°C). The R code of these analyses
is provided in electronic supplementary material.

3. Results
(a) Persistence during winter
Rabbitfish were present at temperate reefs in all surveys. There
was no significant relationship between herbivorous fish

(b) Primary consumption rates
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abundance and temperature (figure 1). However, all herbivorous fish species were present in higher average abundances
during summer, with tropical rabbitfish being the most abundant (MaxN: 25.8 ± 8.1; S-DOV: 12 ± 4 individuals 125 m−2,
mean ± s.e.), followed by silver drummers (MaxN: 10.2 ± 4.4,
S-DOV: 3.5 ± 1.4 individuals 125 m−2) and herring cale
(MaxN: 0.4 ± 0.6, S-DOV: 0.4 ± 0.2 individuals 125 m−2). Rabbitfish remained present during winter in waters as cold as
16°C, forming schools (MaxN: 17.3 ± 7.2, S-DOV: 5.8 ± 2.7
individuals 125 m−2) of similar abundance as silver drummers
(MaxN: 7 ± 3.1, S-DOV: 4.1 ± 1.4 individuals 125 m−2) but
greater than herring cale (MaxN: 0.3 ± 0.1, S-DOV: 0.25 ± 0.2
individuals 125 m−2) (figure 1). Rabbitfish average fork
length was 28.5 ± 1.5 cm (min: 20.5 cm and max: 38.5 cm),
while silver drummer average length was 43.2 ± 9.1 cm (min:
18 cm and max: 72.5 cm). Silver drummers had larger bite
area than rabbitfish by three times within their comparable
weight range (i.e. 200–400 g) and six times larger at bigger
sizes (approx. 7300 g) (electronic supplementary material).

royalsocietypublishing.org/journal/rspb

(attached E. radiata), drifting (non-attached macrophytes) and total
herbivory (browsing + drifting consumption).
Kelp lateral blades of bioassays were pressed between a
white background and a Perspex glass and photographed
before and after deployment. The photographs of kelp were
analysed using the software IMAGEJ (rsb.info.nih.gov/ij/) to calculate the area consumed per time (cm2 h–1) [23,44,47]. This
was transformed to biomass (g h–1) using a linear area–weight
regression. Herbivory and defecation rates were standardized
for each species of the main kelp consumers (tropical rabbitfish:
S. fuscescens and temperate silver drummers: K. sydneyanus). Bite
rates estimates were multiplied by weight-specific bite sizes
(cm2), calculated from bite size-weight regressions using bite
measures from specimens of both species donated by the Department of Primary Industries and Regional Development (Fisheries
Research) and recreational fishermen (electronic supplementary
material), while defecation rates were multiplied by the mean
weight of each species calculated from the corresponding
S-DOV carried out immediately before each herbivory assay
[48]. Underwater temperature data for each reef were recorded
in situ during the fish and herbivory surveys using HOBO data
loggers. The full dataset used for analyses is accessible from
the Dryad Digital Repository [49].
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Figure 1. Relationship between the abundance of (a,c) tropical (S. fuscescens) and (b,d) temperate herbivorous fish (O. cyanomelas and K. sydneyanus) and temperature changes through the year from (a,b) RUV and (c,d ) S-DOV. Regressions to the 0.9 quantile (upper dashed line) and the mean (lower dashed line) were nonstatistically significant ( p > 0.5). (Online version in colour.)
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Figure 2. Rates of different modes of herbivory (mean ± s.e.) by tropical
(S. fuscescens) and temperate (K. sydneyanus) herbivorous fish during
winter (17–16°C) and summer (19–21°C) in temperate reefs of southwestern
Australia. (Online version in colour.)

Kelp consumption rates were correlated with rabbitfish
abundance with a significant interaction with temperature
(figure 3a; LQMM0.9, p < 0.0001; LMEM, t28 = 5.18, p <
0.0001). Kelp consumption at 16°C during winter was low
despite the presence of abundant rabbitfish schools of up to
50–80 individuals, registering a maximum consumption of
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rabbitfish abundance (MaxN)

(a)

119 cm2 h−1. By contrast, similar rabbitfish abundance in
summer (19–21°C) was associated with kelp consumption
rates of 782 cm2 h−1 (figure 3a). Consumption by silver drummers was not correlated with their abundance or with
temperature, although the higher rates of consumption
occurred at higher temperatures (figure 3b). Thus, although
temperate herbivores consumed more kelp biomass per
bite, they had lower net consumption rates than tropical rabbitfish, which had fivefold higher bite rates and up to
threefold higher net consumption (figure 3).
While browsing accounted for most of the total herbivory
registered during all surveys (89%), we also registered a considerable number of bites on seaweeds drifting in the water
column, a behaviour and ecological function generally disregarded in the ecological literature of fish herbivory. This
accounted for 11% of the total primary consumption, with
rabbitfish largely responsible for this mode of herbivory, consuming green, red and brown seaweed (i.e. Ulva spp., Hypnea
spp., Sargassum spp., Dictyopteris spp. and kelp). Neither rabbitfish abundance nor temperature were significantly
correlated with drift consumption, although most of the consumption was observed in summer (LQMM0.9, p = 0.9148;
LMEM, t28 = 0.33, p = 0.7418). In contrast with browsing, the
highest rates of drift consumption were recorded when abundances of rabbitfish were low; the total number of bites
recorded in summer were 1942 bites (21.4 ± 7 cm2 h−1), in
contrast with 202 bites during winter (1.5 ± 1.5 cm2 h−1;
figure 3c). No significant interaction was found between
silver drummer abundance and temperature on their drifting
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Figure 3. Relationship between (a,b) kelp consumption and (c,d ) drifting herbivory rates (e.g. Ulva spp. and Hypnea spp.) with temperature and abundances of
herbivorous fish. (a) Regressions (CI = 95%) of kelp consumption based on a significant interaction between abundance of tropical rabbitfish (S. fuscescens) and
temperature (mean ± s.e.). (b) Relationship between kelp consumption, abundance of temperate silver drummers (K. sydneyanus) and temperature. (c) Relationship
between drifting herbivory, rabbitfish abundance and temperature. (d) Relationship between drifting herbivory, abundance of silver drummers and temperature.
(Online version in colour.)
herbivory rates (LQMM0.9, p = 0.1098; LMEM, t28 = 2.0,
p = 0.055); their consumption was only observed during
summer at low frequency (3.4 ± 2 cm2 h−1: 87 bites).

(c) Defecation rates
Defecation during summer accounted for 94.5% (i.e. 294) of
all the observed defecations during our study, with the
majority of these being from rabbitfish (97%) and the rest
from silver drummer (2.3%), with no faeces registered from
herring cale. Defecation rates of rabbitfish had a significant
interaction between their abundances and temperature
(figure 4a; LQMM0.9, p < 0.0001; LMEM, t28 = 3.85, p =
0.0006), and were strongly correlated with their total bite
rates ( p < 0.001). Defecation rates of silver drummers were
not related with their abundances, but were correlated with
temperature (figure 4b; LQMM0.9, p = 0.005) and bite rates
( p < 0.001). Thus, as bite rates decreased with temperature
during winter we registered less defecations from all species
(figure 4c,d). Defecation rates weighted by fish biomass
showed that rabbitfish produced eight times more faeces on
average (2.75 ± 0.6 faeces kg h−1, 6 ± 1.27 faeces h−1) than silver
drummers in warm conditions (0.34 ± 0.17 faeces kg h−1: 0.2 ±
0.1 faeces h−1). In winter, defecation rates were lower; however,
rabbitfish still produced five times more detritus (0.07 ±
0.07 faeces kg h−1; 0.23 ± 0.23 faeces h−1) than silver drummers
(0.014 ± 0.014 faeces kg h−1, 0.01 ± 0.01 faeces h−1).

4. Discussion
Our study investigated the ecological functions of tropical rabbitfish in their new temperate ecosystems (consumption of
macrophytes and its transformation to detritus biomass) relative to native temperate herbivores and analysed its variability
through time according to key biological (abundance) and
environmental variables (temperature). We found that rabbitfish persisted through the years, even during temperatures as
low as 16°C, overwintering in similar abundance as their most
important temperate competitors, silver drummers. Highly
mobile fish species can relocate to more favourable thermal
environments if they are suffering from thermal stress (i.e. behavioural thermoregulation) [38]. However, rabbitfish did not
seem to migrate to warmer environments and did not suffer
significant declines in population size. Although not reported
elsewhere, this could be the same case for populations of rabbitfish inhabiting temperate reefs in Japan (S. fuscescens
[55,56]), the Mediterranean Sea (Siganus luridus and Siganus
rivulatus [24]) and eastern Australia (S. fuscescens [57]),
where their distributions have expanded.
Rabbitfish populations seem to be well established in the
kelp forests of Western Australia. However, their persistence
in the future will depend on their recruitment success. Siganus fuscescens has expanded its distribution polewards in
Western Australia since 2011, aided by an extreme marine
heatwave that intensified the transport of tropical waters
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Figure 4. Relationship between defecation rates, abundance, temperature and total herbivory rates of (a,c) tropical and (b,d ) temperate herbivorous fish.
(a) Regressions (CI = 95%) of defecation rates of tropical rabbitfish (S. fuscescens) with a significant interaction between their abundance and temperature
(mean ± s.e.). (b) Relationship between defecation rates of temperate silver drummers (K. sydneyanus), their abundance and temperature. (c) Relationship between
total herbivory rates and defecation rates of rabbitfish. (d) Relationship between total herbivory rates and defecation rates of silver drummers.
towards higher latitudes [58]. Their presence in temperate
environments has been reported during summers of subsequent years, including schools of juveniles, suggesting
successful reproduction and recruitment events in their new
temperate habitats [59]. All the rabbitfish observed during
our S-DOV and RUV surveys were mature individuals
(greater than 20 cm FL). However, on two occasions during
the summer of 2016, we observed schools of juveniles roaming through seagrass and kelp beds adjacent to our survey
sites (electronic supplementary materials). Breeding activity
of tropical species in temperate ecosystems has been reported
for some species, but currently, it is considered uncommon in
a global context [60]. To our knowledge, rabbitfish are the
only group of tropical herbivores documented as reproductively active at high latitudes [61]. Siganus fuscescens can
recruit to kelp forests [62], indicating that temperate reefs are
suitable for juveniles. Nevertheless, thermal tolerance is narrower in juvenile stages and extreme low temperatures can
cause high rates of mortality [42,43]. For instance, many juvenile tropical fish appear during the summer in temperate reefs
of eastern Australia, but most of them are not able to overwinter in the southernmost regions (e.g. Merimbula) [63]. High
mortality caused by cold spells has been reported for
rabbitfish populations; however, well-established and interconnected populations seem to be highly resilient, recovering
in a short period of time when warmer conditions return [64].
Primary consumption and detritus production rates
have been increased by rabbitfish throughout the year.
The metabolic rates and energetic requirements of ectotherm
organisms follow a positive exponential relationship with the
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defecation rates log + 1 (kg hr–1)

(a)

environmental temperature [38]. Accordingly, consumption
of macrophytes by fish fluctuates through the seasons of
the year [40,41] and along latitudinal thermal gradients (18–
27°C) [12]. Feeding trials in aquarium experiments have
shown that low temperatures decrease consumption rates
(e.g. surgeonfish, 20–24°C) [65–67] until a threshold is
reached and individuals cease to feed (e.g. damselfish,
17–18.6°C) [39]. Herbivory by rabbitfish was higher in
summer and although it decreased during winter, it remained
fivefold higher than silver drummers, their most important
local competitors. Similarly, we found that tropical rabbitfish
were the main producers of faeces, having five- to eightfold
higher defecation rates than silver drummers during winter
and summer. Despite having smaller bite sizes than temperate herbivores, rabbitfish achieved a higher consumption
efficiency as a function of higher bite rates. Although the
bigger size of silver drummers suggest a high food intake
for maintenance, larger animals tend to have lower feeding
rates [68], as has been constantly described for this species
in the region [44,47]. Similarly, herbivory rates by odacids
have been lower than tropical fish in past studies, agreeing
with our results regarding herring cale [69]. In contrast
with past studies of rabbitfish herbivory in the Mediterranean
Sea, where the native fish Sarpa salpa had a bigger impact on
macrophytes during summer [19], our results suggest that
rabbitfish can exert higher ecological impacts in temperate
reefs throughout the year despite the reductions in herbivory
during winter, since although net production of kelp in the
region is positive during summer, kelp forests lose biomass
during winter due to high rates of erosion [29].

Ethics. Permits for seaweed collection and operation within Marine
Parks of Western Australia were granted by the Department of
Biodiversity, Conservation and Attractions (SW019107) and the Department of Primary Industries and Regional Development (Exemption
No. 3050). Ethics approval to conduct fieldwork involving animals
was granted by the University of Western Australia (F77574).
Data accessibility. The full dataset used for analyses is accessible from
the Dryad Digital Repository: https://doi.org/10.5061/dryad.
tx95x69sg [49].

Authors’ contributions. S.Z.-P. and T.W. conceived the study and acquired
the funding; S.Z.-P. and T.W. collected the field data; S.Z.-P. analysed
the data and wrote the paper. All authors contributed to drafting the
manuscript and gave final approval for publication.
Competing interests. We declare we have no competing interests.

Funding. This work was funded by the Australian Research Council
(grant no. DP170100023); the Hermon Slade Foundation (grant no.
HSF13-13) and the Holsworth Wildlife Research Endowment (grant
no. RA/1/411/101).

Acknowledgements. We thank N. Bosch, S. Bell, H. Denham,
M. Moustaka, Y. Mulders, A. Pessadorrona, F. Ribeiro and H. Zu
for assistance in field operations and the anonymous reviewers
whose criticism and suggestions greatly improved this manuscript.

References
1.

Steneck RS, Bellwood DR, Hay ME. 2017
Herbivory in the marine realm. Curr. Biol.

27, R484–R489. (doi:10.1016/j.cub.2017.
04.021)

2.

Bertness MD, Brisson CP, Coverdale TC, Bevil MC,
Crotty SM, Suglia ER. 2014 Experimental predator

7

Proc. R. Soc. B 286: 20192046

[31,33,77,78]. Further research into the detailed pathways
that tropical fish faeces could follow in temperate foodwebs is necessary to assess their specific impact in the
ecosystem.
Through seasonal surveys and feeding assays across 3
years, our study provides new knowledge about the persistence of range-expanding tropical rabbitfish and their
capacity to modify trophic processes in temperate reefs. We
showed that rabbitfish populations in southwestern Australia
are able to withstand winter temperatures, remaining in the
area with approximately similar abundances as in summer
months. Rabbitfish consumed more kelp, fed from more
species of macrophytes on all feeding modes and produced
more faeces throughout the year than their temperate competitors. Rabbitfish browsed intensively in abundant schools but
when they roved in small groups, they also consumed multiple drifting seaweeds, a novel herbivory mode for this
tropical herbivores. We report rabbitfish defecation rates for
the first time in temperate ecosystems and found that they
are accelerating significantly the herbivory-derived detritus
in the ecosystem, a function usually attributed to sea urchins.
Our study highlights that the ecological implications of
herbivory in kelp forests go beyond the sole process of reducing the cover of primary producers, representing the
transformation of the ecological function of macrophyte biomass from habitat providers to nutrient sources for other
trophic groups as detritus. Predicted warming and increases
in abundance and diversity of tropical herbivorous fish in
the future due to climate change are likely to accelerate this
process, with the potential to gradually drive temperate
reefs to canopy-free states. This will depend on the specific
relationship through time between the net primary consumption and net primary production of temperate reefs in
different parts of the world.

royalsocietypublishing.org/journal/rspb

Siganus fuscescens had the most flexible diet and was the
most important herbivorous fish on all feeding modes. Rabbitfish browsed the most on kelp and sargassum, was the
only species that consumed seagrass, and in addition to
macrophytes, they can be avid consumers of cnidarians
[70,71]. While they are usually categorized within one functional group, it is now known that they can be browsers
[57,72] and grazers [16,19]. Our research adds an additional
category to their feeding flexibility: drifting herbivory. We
showed that 11% of herbivory was on detached macrophytes,
demonstrating that herbivory by fish is more complex in temperate reefs than has generally been described. In tropical
reefs, drifting herbivory has rarely been considered [73],
probably because detached macrophytes are either small or
rare and the process itself might not be critical for reef resilience [74]. By contrast, consumption of detached macrophytes
is recognized as an important process on temperate reefs
[27,47] and temperate seagrass beds [44]. Here, we observed
rabbitfish consuming significant amounts of a diverse array
of drifting seaweed in the water column, a herbivory mode
not previously associated with them [74]. The ecological
implications of drifting herbivory are important, since it
implies that consumption of standing stock seaweed is
reduced, alleviating the impact on the habitat structure, and
retaining biomass that otherwise would have been transported elsewhere, reducing the export of biomass and
nutrients to inter-connected ecosystems [75].
Our study quantitatively modelled the interactions
between changes in temperature, abundance of tropical herbivores and their rates of herbivory and defecation in
temperate reefs. Based on our models and evidence of poleward migrations of tropical species [17], future increases in
temperature and abundance of tropical herbivores due to climate change could further accelerate the transformation of
macrophyte standing stocks to detritus biomass, altering historical ecological patterns and functioning of temperate reefs
[26]. For instance, these analyses imply that a rise in temperature of 2°C, as predicted for the region of study by the end of
the century under a business as usual scenario [76], could
increase consumption and defecation rates of abundant
schools of rabbitfish threefold on average. Currently, herbivory-mediated detritus of kelp in temperate reefs is low
compared with erosion-generated detritus [28] and is
mainly produced by sea urchins [27] with herbivorous fish
playing a secondary role [69]. The increase in rates of herbivory and defecation by rabbitfish observed in our study
suggest that this paradigm is already changing in temperate
ecosystems with tropicalized herbivorous communities. Rabbitfish faeces sink to the seafloor within the vegetation, where
the nutrients are likely to be recycled by a myriad of organisms. Marine herbivores shred macrophytes and enrich
them in organic nutrients and minerals in their passage
through the digestive system [30,34], and once released,
these could enter the microbial food web and be consumed
by detritivorous organisms and higher trophic levels

4.

5.

7.

8.

9.

10.

11.

12.

13.

14.

15.

16.

17.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31. Yorke CE, Page HM, Miller RJ. 2019 Sea urchins
mediate the availability of kelp detritus to benthic
consumers. Proc. R. Soc. B 286, 20190846. (doi:10.
1098/rspb.2019.0846)
32. Dethier MN, Hoins G, Kobelt J, Lowe AT, Galloway
AWE, Schram JB, Raymore M, Duggins DO. 2019
Feces as food: the nutritional value of urchin feces
and implications for benthic food webs. J. Exp. Mar.
Biol. Ecol. 514–515, 95–102. (doi:10.1016/j.jembe.
2019.03.016)
33. Pinnegar JK, Polunin NVC. 2006 Planktivorous
damselfish support significant nitrogen and
phosphorus fluxes to Mediterranean reefs. Mar. Biol.
148, 1089–1099. (doi:10.1007/s00227-005-0141-z)
34. Wotton RS, Malmqvist B. 2001 Feces in aquatic
ecosystems. Bioscience 51, 537–544. (doi:10.1641/
0006-3568(2001)051[0537:FIAE]2.0.CO;2)
35. Bennett S, Wernberg T, Connell SD, Hobday AJ,
Johnson CR, Poloczanska ES. 2016 The ‘Great
Southern Reef’: social, ecological and economic
value of Australia’s neglected kelp forests.
Mar. Freshwater Res. 67, 47–56. (doi:10.1071/
MF15232)
36. Filbee-Dexter K, Wernberg T. 2018 Rise of turfs: a
new battlefront for globally declining kelp forests.
Bioscience 68, 64–76. (doi:10.1093/biosci/bix147)
37. Pörtner HO, Farrell AP. 2008 Ecology. Physiology
and climate change. Science 322, 690–692. (doi:10.
1126/science.1163156)
38. Pörtner HO, Peck MA. 2010 Climate change effects
on fishes and fisheries: towards a cause-and-effect
understanding. J. Fish Biol. 77, 1745–1779. (doi:10.
1111/j.1095-8649.2010.02783.x)
39. Eme J, Bennett WA. 2008 Low temperature as a
limiting factor for introduction and distribution of
Indo-Pacific damselfishes in the eastern United
States. J. Therm. Biol. 33, 62–66. (doi:10.1016/j.
jtherbio.2007.10.003)
40. Clements KD, Choat JH. 1993 Influence of season,
ontogeny and tide on the diet of the temperate
marine herbivorous fish Odax pullus (Odacidae).
Mar. Biol. 117, 213–220. (doi:10.1007/BF00345665)
41. Tomas F, Turon X, Romero J. 2005 Seasonal and
small-scale spatial variability of herbivory pressure
on the temperate seagrass Posidonia oceanica. Mar.
Ecol. Prog. Ser. 301, 95–107. (doi:10.3354/
meps301095)
42. Hurst TP. 2007 Causes and consequences of winter
mortality in fishes. J. Fish Biol. 71, 315–345.
(doi:10.1111/j.1095-8649.2007.01596.x)
43. Zarco-Perello S, Pratchett M, Liao V. 2012
Temperature–growth performance curves for a coral
reef fish, Acanthochromis polyacanthus. Galaxea
J. Coral Reef Stud. 14, 97–103. (doi:10.3755/
galaxea.14.97)
44. Wernberg T, Vanderklift MA, How J, Lavery PS. 2006
Export of detached macroalgae from reefs to
adjacent seagrass beds. Oecologia 147, 692–701.
(doi:10.1007/s00442-005-0318-7)
45. Goetze JS et al. 2019 A field and video analysis
guide for diver operated stereo-video. Methods Ecol.
Evol. 10, 1083–1090. (doi:10.1111/2041-210X.
13189)

8

Proc. R. Soc. B 286: 20192046

6.

18.

Proc. R. Soc. B 281, 20140846. (doi:10.1098/rspb.
2014.0846)
Pecl GT et al. 2017 Biodiversity redistribution under
climate change: impacts on ecosystems and human
well-being. Science 355, aai9214. (doi:10.1126/
science.aai9214)
Vergés A, Tomas F, Cebrian E, Ballesteros E, Kizilkaya
Z, Dendrinos P, Karamanlidis AA, Spiegel D, Sala E.
2014 Tropical rabbitfish and the deforestation of a
warming temperate sea. J. Ecol. 102, 1518–1527.
(doi:10.1111/1365-2745.12324)
Sala E, Kizilkaya Z, Yildirim D, Ballesteros E. 2011
Alien marine fishes deplete algal biomass in the
Eastern Mediterranean. PLoS ONE 6, e17356.
(doi:10.1371/journal.pone.0017356)
Kumagai NH, García Molinos J, Yamano H, Takao S,
Fujii M, Yamanaka Y. 2018 Ocean currents and
herbivory drive macroalgae-to-coral community
shift under climate warming. Proc. Natl Acad. Sci.
USA 115, 8990–8995. (doi:10.1073/pnas.
1716826115)
Ling SD, Barrett NS, Edgar GJ. 2018 Facilitation of
Australia’s southernmost reef-building coral by sea
urchin herbivory. Coral Reefs 37, 1053–1073.
(doi:10.1007/s00338-018-1728-4)
Zarco-Perello S, Wernberg T, Langlois TJ,
Vanderklift MA. 2017 Tropicalization strengthens
consumer pressure on habitat-forming seaweeds.
Sci. Rep. 7, 820. (doi:10.1038/s41598-01700991-2)
Azzurro E, Franzitta G, Milazzo M, Bariche M, Fanelli
E. 2017 Abundance patterns at the invasion front:
the case of Siganus luridus in Linosa (Strait of Sicily,
Central Mediterranean Sea). Mar. Freshwater Res.
68, 697. (doi:10.1071/MF16024)
Takao S, Kumagai NH, Yamano H, Fujii M,
Yamanaka Y. 2015 Projecting the impacts of rising
seawater temperatures on the distribution of
seaweeds around Japan under multiple climate
change scenarios. Ecol. Evol. 5, 213–223. (doi:10.
1002/ece3.1358)
Vergés A, McCosker E, Mayer-Pinto M, Coleman MA,
Wernberg T, Ainsworth T, Steinberg PD. 2019
Tropicalisation of temperate reefs: implications for
ecosystem functions and management actions.
Funct. Ecol. 33, 1000–1013. (doi:10.1111/13652435.13310)
Wernberg T, Filbee-Dexter K. 2018 Grazers extend
blue carbon transfer by slowing sinking speeds of
kelp detritus. Sci. Rep. 8, 17180. (doi:10.1038/
s41598-018-34721-z)
Krumhansl KA, Scheibling RE. 2012 Production and
fate of kelp detritus. Mar. Ecol. Prog. Ser. 467,
281–302. (doi:10.3354/meps09940)
De Bettignies T, Wernberg T, Lavery PS, Vanderklift
MA, Mohring MB. 2013 Contrasting mechanisms of
dislodgement and erosion contribute to production
of kelp detritus. Limnol. Oceanogr. 58, 1680–1688.
(doi:10.4319/lo.2013.58.5.1680)
Sauchyn LK, Scheibling RE. 2009 Degradation of sea
urchin feces in a rocky subtidal ecosystem:
implications for nutrient cycling and energy flow.
Aquat. Biol. 6, 99–108. (doi:10.3354/ab00171)

royalsocietypublishing.org/journal/rspb

3.

removal causes rapid salt marsh die-off. Ecol. Lett.
17, 830–835. (doi:10.1111/ele.12287)
Gruner DS et al. 2008 A cross-system synthesis of
consumer and nutrient resource control on producer
biomass. Ecol. Lett. 11, 740–755. (doi:10.1111/j.
1461-0248.2008.01192.x)
Vergés A, Doropoulos C, Czarnik R, McMahon K,
Llonch N, Poore, A. 2018 Latitudinal variation in
seagrass herbivory: global patterns and explanatory
mechanisms. Glob. Ecol. Biogeogr. 27, 1068–1079.
(doi:10.1111/geb.12767)
Longo GO, Hay ME, Ferreira CEL, Floeter SR. 2018
Trophic interactions across 61 degrees of latitude in
the Western Atlantic. Glob. Ecol. Biogeogr. 28,
107–117. (doi:10.1111/geb.12806)
Hughes TP et al. 2007 Phase shifts, herbivory, and
the resilience of coral reefs to climate change. Curr.
Biol. 17, 360–365. (doi:10.1016/j.cub.2006.12.049)
Bellwood DR, Hughes TP, Hoey AS. 2006 Sleeping
functional group drives coral-reef recovery. Curr. Biol.
16, 2434–2439. (doi:10.1016/j.cub.2006.10.030)
Bellwood DR, Hughes TP, Folke C, Nyström M. 2004
Confronting the coral reef crisis. Nature 429,
827–833. (doi:10.1038/nature02691)
Filbee-Dexter K, Scheibling RE. 2014 Sea urchin
barrens as alternative stable states of collapsed kelp
ecosystems. Mar. Ecol. Prog. Ser. 495, 1–25.
(doi:10.3354/meps10573)
Meekan MG, Choat JH. 1997 Latitudinal variation in
abundance of herbivorous fishes: a comparison of
temperate and tropical reefs. Mar. Biol. 128,
373–383. (doi:10.1007/s002270050103)
Floeter SR, Ferreira CEL, Dominici-Arosemena A,
Zalmon IR. 2004 Latitudinal gradients in Atlantic
reef fish communities: trophic structure and spatial
use patterns. J. Fish Biol. 64, 1680–1699. (doi:10.
1111/j.0022-1112.2004.00428.x)
Floeter SR, Behrens MD, Ferreira CEL, Paddack MJ,
Horn MH. 2005 Geographical gradients of marine
herbivorous fishes: patterns and processes. Mar.
Biol. 147, 1435–1447. (doi:10.1007/s00227-0050027-0)
Ferreira DEL, Peret AC, Coutinho R. 1998 Seasonal
grazing rates and food processing by tropical
herbivorous fishes. J. Fish Biol. 53, 222–235.
(doi:10.1111/j.1095-8649.1998.tb01029.x)
Polunin NVC, Harmelin-Vivien M, Galzin R. 1995
Contrasts in algal food processing among five
herbivorous coral-reef fishes. J. Fish Biol. 47,
455–465. (doi:10.1111/j.1095-8649.1995.tb01914.x)
Hoey AS, Bellwood DR. 2009 Limited functional
redundancy in a high diversity system: single
species dominates key ecological process on coral
reefs. Ecosystems 12, 1316–1328. (doi:10.1007/
s10021-009-9291-z)
Bennett S, Wernberg T, Harvey ES, Santana-Garcon
J, Saunders BJ. 2015 Tropical herbivores provide
resilience to a climate-mediated phase shift on
temperate reefs. Ecol. Lett. 18, 714–723. (doi:10.
1111/ele.12450)
Vergés A et al. 2014 The tropicalization of
temperate marine ecosystems: climate-mediated
changes in herbivory and community phase shifts.

67. Figueira W, Booth D. 2010 Increasing ocean
temperatures allow tropical fishes to survive
overwinter in temperate waters. Glob. Chang Biol.
16, 506–516. (doi:10.1111/j.1365-2486.2009.
01934.x)
68. Moran D, Clements KD. 2002 Diet and endogenous
carbohydrases in the temperate marine herbivorous
fish Kyphosus sydneyanus. J. Fish Biol. 60,
1190–1203. (doi:10.1111/j.1095-8649.2002.
tb01714.x)
69. Choat JH, Clements KD. 1993 Daily feeding rates in
herbivorous labroid fishes. Mar. Biol. 117, 205–211.
(doi:10.1007/BF00345664)
70. Kuo F-W, Kuo C-Y, Fan T-Y, Liu M-C, Chen CA. 2015
Hidden ecosystem function of rabbitfishes? Siganus
fuscescens feeds on the soft coral, Sarcophyton sp.
Coral Reefs 34, 57. (doi:10.1007/s00338-014-1250-2)
71. Bos AR, Cruz-Rivera E, Sanad AM. 2017 Herbivorous
fishes Siganus rivulatus (Siganidae) and Zebrasoma
desjardinii (Acanthuridae) feed on Ctenophora and
Scyphozoa in the Red Sea. Mar. Biodivers. 47,
243–246. (doi:10.1007/s12526-016-0454-9)
72. Fox RJ, Bellwood DR. 2008 Remote video bioassays
reveal the potential feeding impact of the rabbitfish
Siganus canaliculatus (f: Siganidae) on an innershelf reef of the Great Barrier Reef. Coral Reefs 27,
605–615. (doi:10.1007/s00338-008-0359-6)
73. Littler MM, Taylor PR, Littler DS. 1983 Algal
resistance to herbivory on a Caribbean barrier reef.
Coral Reefs 2, 111–118. (doi:10.1007/BF02395281)
74. Bellwood DR, Streit RP, Brandl SJ, Tebbett SB. 2018
The meaning of the term ‘function’ in ecology: a
coral reef perspective. Funct. Ecol. 33, 948–996.
(doi:10.1111/1365-2435.13265)
75. Hyndes GA, Nagelkerken I, McLeod RJ, Connolly RM,
Lavery PS, Vanderklift MA. 2014 Mechanisms and
ecological role of carbon transfer within coastal
seascapes. Biol. Rev. Camb. Philos. Soc. 89,
232–254. (doi:10.1111/brv.12055)
76. Hope P et al. 2015 Southern and South-Western
Flatlands Cluster Report. Canberra, Australia: CSIRO.
77. Rothans TC, Miller AC. 1991 A link between
biologically imported particulate organic nutrients
and the detritus food web in reef communities.
Mar. Biol. 110, 145–150. (doi:10.1007/BF01313101)
78. Robertson DR. 1982 Fish feces as fish food on a
Pacific coral reef. Mar. Ecol. Prog. Ser. 7, 253–265.
(doi:10.3354/meps007253)

9

Proc. R. Soc. B 286: 20192046

58. Pearce AF, Feng M. 2013 The rise and fall of
the ‘marine heat wave’ off Western Australia
during the summer of 2010/2011. J. Mar. Syst.
111–112, 139–156. (doi:10.1016/j.jmarsys.2012.
10.009)
59. Lenanton RCJ, Dowling CE, Smith KA, Fairclough DV,
Jackson G. 2017 Potential influence of a marine
heatwave on range extensions of tropical fishes in
the eastern Indian Ocean—invaluable contributions
from amateur observers. Reg. Stud. Mar. Science 13,
19–31. (doi:10.1016/j.rsma.2017.03.005)
60. Tose K, Hirata T, Kotera Y, Kanda M, Nakamura Y.
2017 Occurrence and reproduction of tropical fishes
in ocean warming hotspots of Japanese temperate
reefs. Environ. Biol. Fishes 100, 617–630. (doi:10.
1007/s10641-017-0590-5)
61. Azzurro E, Carnevali O, Bariche M, Andaloro F. 2007
Reproductive features of the non-native Siganus
luridus (Teleostei, Siganidae) during early
colonization at Linosa Island (Sicily Strait,
Mediterranean Sea). J. Appl. Ichthyol. 23, 640–645.
(doi:10.1111/j.1439-0426.2007.00864.x)
62. Beck HJ, Feary DA, Nakamura Y, Booth DJ. 2017
Temperate macroalgae impacts tropical fish
recruitment at forefronts of range expansion.
Coral Reefs 36, 639–651. (doi:10.1007/s00338017-1553-1)
63. Booth DJ, Beretta GA, Brown L, Figueira WF. 2018
Predicting success of range-expanding coral reef fish
in temperate habitats using temperature–
abundance relationships. Front. Mar. Sci. 5, 31.
(doi:10.3389/fmars.2018.00031)
64. Hsu T-H, Gwo J-C. 2017 Fine-scale genetic structure
of rabbitfish, Siganus fuscescens, in Penghu
Archipelago following a mass mortality event
caused by extreme cold winter weather. Genes
Genomics 39, 645–652. (doi:10.1007/s13258-0170530-y)
65. Basford AJ, Feary DA, Truong G, Steinberg PD,
Marzinelli EM, Vergés A. 2016 Feeding habits of
range-shifting herbivores: tropical surgeonfishes in a
temperate environment. Mar. Freshwater Res. 67,
75–83. (doi:10.1071/MF14208)
66. Booth DJ, Figueira WF, Gregson MA, Brown L,
Beretta G. 2007 Occurrence of tropical fishes in
temperate southeastern Australia: role of the East
Australian Current. Estuarine Coastal Shelf Sci. 72,
102–114. (doi:10.1016/j.ecss.2006.10.003)

royalsocietypublishing.org/journal/rspb

46. Fox RJ, Sunderland TL, Hoey AS, Bellwood DR. 2009
Estimating ecosystem function: contrasting roles of
closely related herbivorous rabbitfishes (Siganidae)
on coral reefs. Mar. Ecol. Prog. Ser. 385, 261–269.
(doi:10.3354/meps08059)
47. Vanderklift MA, Lavery PS, Waddington KI. 2009
Intensity of herbivory on kelp by fish and sea
urchins differs between inshore and offshore reefs.
Mar. Ecol. Prog. Ser. 376, 203–211. (doi:10.3354/
meps07811)
48. Shantz AA, Ladd MC, Schrack E, Burkepile DE. 2015
Fish-derived nutrient hotspots shape coral reef
benthic communities. Ecol. Appl. 25, 2142–2152.
(doi:10.1890/14-2209.1)
49. Zarco-Perello S, Wernberg T. 2019 Data from:
Overwintering tropical herbivores accelerate detritus
production on temperate reefs. Dryad Digital
Repository. (doi:10.5061/dryad.tx95x69sg)
50. Brooks ME, Kristensen K, van Benthem KJ,
Magnusson A, Berg CW, Nielsen A, Skaug HJ,
Machler M, Bolker BM. 2017 glmmTMB balances
speed and flexibility among packages for zeroinflated generalized linear mixed modeling. R J. 9,
378–400. (doi:10.32614/RJ-2017-066)
51. Pinheiro J, Bates D, DebRoy S, Sarkar D. 2019 Nlme:
linear and nonlinear mixed effects models. See
https://CRAN.R-project.org/package=nlme.
52. Geraci M. 2014 Linear quantile mixed models:
thelqmm package for laplace quantile regression.
J. Stat. Softw. 57, 1–29. (doi:10.18637/jss.v057.i13)
53. Cade BS, Noon BR. 2003 A gentle introduction to
quantile regression for ecologists. Front. Ecol.
Environ. 1, 412–420. (doi:10.1890/15409295(2003)001[0412:AGITQR]2.0.CO;2)
54. Lüdecke D, Bartel A, Schwemmer C. 2019 Sjplot:
data visualization for statistics in social science. See
https://rdrr.io/cran/sjPlot.
55. Fujita D. 2010 Current status and problems of
isoyake in Japan. Bull. Fish. Res. Agen 32, 33–42.
56. Nakamura Y, Feary DA, Kanda M, Yamaoka K. 2013
Tropical fishes dominate temperate reef fish
communities within western Japan. PLoS ONE 8,
e81107. (doi:10.1371/journal.pone.0081107)
57. Vergés A et al. 2016 Long-term empirical evidence
of ocean warming leading to tropicalization of fish
communities, increased herbivory, and loss of kelp.
Proc. Natl Acad. Sci. USA 113, 13 791–13 796.
(doi:10.1073/pnas.1610725113)

