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Abstract

Marine heatwaves can lead to rapid changes in entire communities, including in the case of 

shallow coral reefs the potential overgrowth of algae. Here we tested experimentally the 

differential thermal tolerance between algae and coral species from the Red Sea through the 

measurement of thermal performance curves and the assessment of thermal limits. Differences 

across functional groups (algae vs corals) were apparent for two key thermal performance 

metrics. First, two reef-associated algae species (Halimeda tuna and Turbinaria ornata,) had 

higher lethal thermal limits than two coral species (Pocillopora verrucosa and Stylophora 

pistillata) conferring those species of algae with a clear advantage during heatwaves by 

surpassing the thermal threshold of coral survival. Second, the coral species had generally 

greater deactivation energies for net and gross primary production rates compared to the algae 

species, indicating greater thermal sensitivity in corals once the optimum temperature is 

exceeded. Our field surveys in the Red Sea reefs before and after the marine heatwave of 2015 

show a change in benthic cover mainly in the southern reefs, where there was a decrease in coral 

cover and a concomitant increase in algae abundance, mainly turf algae. Our laboratory and field 

observations indicate that a proliferation of algae might be expected on Red Sea coral reefs with 

future ocean warming. 

Key words: Heatwaves, Red Sea, thermal limits, turf algae, thermal vulnerability

Introduction

In the past century, global rise in ocean temperatures has led to longer and more frequent marine 

heatwaves - prolonged periods of anomalously high temperature - and in the last decade the 

ocean has reached the warmest temperatures ever observed (Coumou & Rahmstorf, 2012; Oliver 

et al., 2018). The projection is that the average duration of marine heatwaves (in days) will 

increase by a factor of 16 for global warming of 1.5 oC and by a factor of 23 for global warming 

of 2 oC relative to preindustrial levels (Frölicher et al., 2018). Marine heatwaves can exert 

devastating impacts on ecosystems (Normile, 2016; Oliver et al., 2017), such as the widespread 

mortality of Mediterranean soft corals and seagrasses (Marbà et al., 2015; Marbà & Duarte, 

2010) reported during the 2003 European heatwave. Similarly, the 2011 marine heatwave off 
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Western Australia caused the replacement of kelp forests with seaweed turfs (Wernberg et al., 

2016) and widespread seagrass mortality (Arias-Ortiz et al., 2018).

Heatwaves are also propelling the global degradation of already distressed coral reefs by 

triggering mass coral bleaching and vast die-offs (Hughes et al., 2018). For example, the global 

2015/2016 heatwave, associated with an El Niño event, caused widespread mortality of coral 

reefs in the Indo-Pacific region (Hughes et al., 2018). In some instances, the decline in coral 

cover occurs concurrently with the proliferation of algae (Roff et al., 2015), and can, in extreme 

cases, result in a community shift from coral- to algae-dominated states (Graham et al., 2015; 

Hughes, 1994). The Greater Caribbean Basin has experienced a dramatic loss of coral cover and 

an increase in algae cover (Aronson & Precht, 2001; Hughes et al., 2003) - an isolated or 

compound effect of eutrophication, coral disease outbreaks, hurricanes, ocean warming and the 

decline of herbivores. In the Indo-Pacific, the proliferation of algae are seemingly less common 

(Bruno et al., 2009), but have been reported in some locations after severe coral mass-mortality 

events (Graham et al., 2015). 

The role of ocean warming and heatwave events in changing the abundance of algae within 

coral reefs has been poorly studied (Bridge et al., 2014), despite expectations of algae to either 

benefit from increasing temperatures or remain relatively unaffected (Brown et al., 2019; Hoegh-

Guldberg, 1999; Hughes, Graham, Jackson, Mumby, & Steneck, 2010, but see Bender-Champ, 

Diaz-Pulido, & Dove, 2017). Experimental studies report that the upper thermal limits of corals 

are linked to geographic location and the thermal range experienced under ambient conditions 

(Coles & Brown, 2003). Reported thermal thresholds for coral bleaching and mortality range 8-

10 oC worldwide: from 27 oC in Rapa Nui (with a summer ambient maximum of 25oC; 

Wellington et al., 2001) to 35-37 oC in the Arabian Gulf (Coles & Riegl, 2013), where the 

summer ambient mean maximum is 34-35 oC (Riegl et al., 2012). Therefore, during summer 

months corals are exposed to mean maximum temperatures that are typically 2 oC below their 

upper thermal limits, such that heatwaves leading to a warming of > 2 oC can have catastrophic 

consequences. Ocean warming can also induce extensive benthic algae mortality (Phelps et al., 

2017), which has been mostly reported for the low-latitude biogeographical boundary of 

temperate kelps (Filbee-Dexter et al., 2016; Wernberg et al., 2016), but has not yet been reported 

for tropical algae. Indeed, we are aware of just a single experimental assessment of the upper 

thermal lethal limit of tropical benthic algae (Anderson, 2006), reporting the lethal temperature A
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thresholds for six species of algae in the Florida Keys, where the mean maximum temperature 

was approximately 31 oC (Jaap et al., 2008; McMurray et al., 2011). Anderson (2006) reported 

lethal thermal limits ranging from approximately 33 oC for three species to > 34 oC for the other 

three algae species tested (lethal thermal limits estimated from Table 4 in Anderson 2006). 

Therefore, 50% of the algae were, along with the corals, growing at a mean summer maximum 

water temperature of approximately 2 oC below their lethal thermal limits, while the other algae 

species were more thermo-tolerant (lethal thermal thresholds >3 oC above the mean summer 

maximum water temperature). Nonetheless, to date, few studies assess the thermal performance 

of corals and algae from the same geographic location (Brown et al., 2019), and none have 

compared lethal thermal limits in combination with thermal performance curves between coral 

and algae, which may reveal differential vulnerability towards a warming ocean. 

Thermal performance curves (TPCs) characterize organismal physiological rates of 

performances across the thermal range they tolerate (Fig. S1). They are typically unimodal and 

asymmetric (Aichelman et al., 2019; Huey & Kingsolver, 1989; Kingsolver, 2009; Savva et al., 

2018), meaning that performance slowly rises at a rate indicated by the activation energy (E) 

until a maximum rate is reached at the optimal temperature (Topt). A decline in performance 

follows the Topt and the abruptness of this fall is represented by the slope of the activation energy 

in the falling side of the curve (Eh; Padfield, Yvon‐Durocher, Buckling, Jennings, & 

Yvon‐Durocher, 2016). A critical maximum temperature (CTmax) is reached at very low 

individual performance rates (Silbiger, Goodbody-Gringley, Bruno, & Putnam, 2019), and, 

ultimately, a lethal threshold is reached. This lethal threshold is usually quantified empirically at 

the population level with mortality curves that assign the thermal limit when 50% mortality of 

individuals (e.g., TL50) is reached. Therefore, parameters obtained from thermal performance 

curves (e.g., Topt, CTmax, E, and Eh) in combination with mortality curves (e.g., TL50) provide key 

comparable information about species response and sensitivity to heat stress and warming.

We propose and test three potential and not mutually exclusive thermal-performance 

theoretical scenarios providing a competitive physiological advantage of tropical algae over coral 

species under heat stress. First, we consider a theoretical scenario where the Topt and LT50 of 

tropical algae species are higher than that of coral species (M3 on Fig. S1), providing algae with 

an advantage in their thermal performance and survival during heatwaves. In a second scenario, 

coral and algae species may have similar Topt but algae may have a higher LT50 (M2 on Fig. S1), A
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favoring algae performance and survival at temperatures above the Topt. In a third scenario, algae 

would have lower Topt but higher LT50 than corals (M1 on Fig. S1), providing corals with a higher 

competitive ability as they approach their Topt, but algae being more resistant to rising 

temperatures after the coral survival threshold (e.g., LT50) is surpassed. 

Here we tested the theoretical scenarios above by experimentally assessing thermal 

performance and mortality curves for three common algae species and two coral reef-building 

species in the Red Sea. Thereafter, we examined the consistency between the expectations from 

the experimental results and observed changes in the benthic community before and after a 

heatwave. The 2015/2016 heatwave triggered the longest and most widespread Indo-Pacific 

coral bleaching event on record (Hughes et al., 2017), and affected the Red Sea in the 

summer/fall of 2015 (Hughes et al., 2017; Monroe et al., 2018; Osman et al., 2018), where coral 

bleaching was restricted to the central and southern regions, and intensified southward (Monroe 

et al., 2018; Osman et al., 2018). We performed large-scale quantitative field surveys during 

2017-2019, spanning >1,000 km along the Red Sea coastline, reporting the benthic status of 

coral reefs (i.e., live coral and algae % cover) after this record-breaking global heatwave and 

contrasted these results with surveys conducted in 2014-2015 before the heatwave (Ellis et al. 

2019).

Materials and methods

Thermal performance curves 

The experimental response of five key species of benthic organisms to a thermal regime was 

assessed in the fall of 2016 in the Red Sea. Specimens were collected from Alfahal Reef, a 

shallow coral reef in the central Red Sea, in November of 2016 (22.25834N, 38.96222E). The 

targeted species are commonly found in coral reefs along the Red Sea: a calcareous green algae 

(Halimeda tuna), a fleshy brown algae (Turbinaria ornata), an encrusting calcareous red algae 

(Lithothamnion sp.), a thermally-resistant reef-building coral (Stylophora pistillata) and 

thermally-sensitive reef-building coral (Pocillopora verrucosa). Specimens were maintained in 

holding tanks at the marine research facility CMOR (KAUST) with continuous flowing raw 

seawater on a light:dark (12h:12h) cycle and at a constant level (140 μmol photons m-2 s-1) of 

photosynthetically active radiation (PAR). All specimens were acclimated in the tanks for 10 

days at 28 oC until the beginning of the experiment. A
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The targeted temperatures for taking measurements were: 28, 30, 32, 34, 36 and 38 oC, in 

order to encompass the upper thermal niche of the selected species and their lethal thermal 

thresholds. The mean temperatures achieved during the experiment were within 0.5 oC from the 

targeted temperatures (Table S1). Temperatures were gradually increased using underwater 

thermometers (SCHEGO Schemel & Goetz GmbH & Co, Germany) in 3 large holding tanks 

(240 liters) by 1 oC per day for two consecutive days and then maintained for two additional days 

at the targeted temperatures. Incubations in 2 L experimental glass jars were performed on those 

two days. The total duration of the experiment was 22 days. Controls were conducted (n=2 for 

each species) at 28 oC and no mortality and/or bleaching was detected for any specimens. 

Metabolic rates (e.g., gross primary production - GPP, respiration - R, and net production - NP) 

were assessed on individual specimens enclosed carefully in the glass jars in which a miniDOT 

sensor (Precision Measurement Engineering, Inc, USA) recorded dissolved oxygen and 

temperature for at least 2 hours at each targeted temperature. Incubations of the jars were 

performed in Percival incubators (Percival Scientific, Inc, USA) at a PAR of 120 and 0 μmol 

photons m-2 s-1 for the light and dark period, respectively. A total of 20 jar incubations were 

performed at each targeted temperature (n=4 replicates for each species at each targeted 

temperature). The surface area of corals and algae were calculated by taking videos, extracting 

pictures of each specimen from 120 different angles to create a properly scaled 3-dimensional 

digital image and analyzing them with ReMAKE software (Autodesk, USA; Fig. S2). The 

metabolic rates for each incubation were normalized to the surface area of the corresponding 

algae or coral fragment (Aichelman et al., 2019), and expressed in mol O2 cm-2 h-1.

Thermal performance curves for each metabolic rate (e.g., GPP, R and NP) were quantified 

by fitting the four parameter Sharpe-Schoolfield equation to the rate (the mean of four replicates 

per species was calculated at each temperature) measured along the thermal gradient for each 

species (Padfield et al., 2016, 2017):

ln(r(T)) = E (1/kTc−1/kT ) + ln (r(Tc)) – ln (1 + e Eh (1/kTh − 1/kT))                      [1]

where r(T) is the metabolic rate (mol O2 cm-2 h−1), k is Boltzman’s constant (8.62 x 10−5 eV 

K−1), E is the activation energy (eV) up to a thermal optimum, T is temperature (K), Th is the 

temperature where half the enzymes are rendered non-functional, Eh characterizes temperature-

induced deactivation energy of growth above Th,, and r(Tc) is the metabolic rate normalized to a 

reasonable reference temperature (Tc = 28 oC), where no low or high temperature inactivation is A
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expected to be experienced. Equation [1] yields a maximum metabolic rate at an optimum 

temperature as follows:

Topt = EhTh / (Eh + kTh ln (Eh/E - 1))        [2]

We did not achieve near-zero respiration (R) rates in any of the species, making the 

calculation of the parameters of the thermal performance curve unfeasible. Therefore, respiration 

rates are only presented in the supplementary material (see Fig. S3). CTmax was defined as the 

temperature at which there was a 90% loss of the maximum rate at Topt (Silbiger et al., 2019). 

We also calculated the temperature at which organismal productivity switched from net 

autotrophic to net heterotrophic (Tnp=0), as the intercept of the fitted thermal performance curve 

for net production (NP) with temperature (i.e. temperature at which NP = 0). NP > 0 sets the 

domain where both algae and corals can support viable populations, where their autotrophic 

production is sufficient to meet their metabolic demands (i.e., NP = 0), and generate organic 

carbon surplus to support growth, reproduction and losses (NP > 0). Whereas the requirement for 

NP > 0 for algae to remain viable is straightforward, that for scleractinian corals, which 

supplement their carbon budget through phagotrophy and ciliary feeding, is less evident. 

However, NP < 0 compromises both the supply of organic carbon to support coral growth and 

reproduction as well as the oxygen balance of the holobiont, as the photosynthetic oxygen 

produced is used to support the polyp respiration (Kühl et al., 1995), while removal of CO2 

through coral photosynthesis helps support conditions conducive to polyp calcification (Kühl et 

al., 1995). Indeed, coral bleaching represents a decline in symbiont density, and NP, depleting 

the autotrophic potential of coral metabolic balance, which often leads to coral mortality.

Lethal thermal limits 

The mortality of specimens was recorded daily, which allowed for calculating % mortality at 

1 oC increments in temperature, after correcting for the abundance of individuals. The mortality 

of individuals was determined: for the coral, by a rapid loss of live tissue (which included 

observable loss of polyps), for Lithothamnion sp., an intense whitening, for T. ornata a withering 

and loss in tissue turgidity, and for H. tuna, an increase in tissue rigidness and paling tissue 

coloration. Dead individuals were immediately removed from the experimental tanks, and the 

experiment was terminated when 38 oC was achieved. The lethal thermal limit of organisms A
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(LT50), defined as the temperature causing 50% mortality in a given species, was estimated using 

the log-logistic two parameter dose-response model (Ritz et al., 2015):

Mortality (%) = 100 / (1 + a (log(T) - log(LT50))) [3]

where a is the slope of the dose-curve and lower and upper asymptotes of the response were set 

at 0 and 100% mortality, respectively. 

Quantitative field observations

Field observations at 35 coral reef sites were performed along the coast of the Red Sea (Saudi 

Arabia) in 2017-2019, after the heatwave in the fall of 2015 (Fig. S4), and were complemented 

with prior surveys conducted in 33 reefs in 2014-2015 reported in Ellis et al. (2019). The two set 

of surveys, which spanned from 19.1°, to 27.3° N were not performed in the exact same 

locations but within the same broad geographic regions, so some of the variability in the 

comparison is due to variability among sites within regions. Surveys were performed at two 

depths (shallow at ≤5m and deep at 5-15m) by SCUBA, although some sites (26 out of 68 total) 

were surveyed only at one depth (Table S2). During the surveys of 2014-2015, a photo-quadrat 

belt-transect (196 transects in total) was used along 20 m x 5 m transects, where photos (1 m2) 

were taken every 2 m (see more details in Ellis et al., 2019). During the surveys of 2017-2019, 

videos were taken along 30 m transects (170 transects in total). To characterize the structure of 

the benthic community, live coral (scleractinian) and algae (including macroalgae, encrusting, 

and turf algae) were assessed by extracting 10 still photographs (area of 0.5 and 1 m2 for the 

2014-2015 and 2017-2019 surveys, respectively). Coral Point Count (CPCe; Kohler & Gill, 

2006) was used to extract randomly distributed points on each photograph (48 and 20 points 

extracted from each photograph in 2014-2015 and 2017-2019, respectively). The dominance of 

algae or coral on the benthos was determined at >50% of absolute algae or coral cover. The 

proportion of transects that were algae or coral dominated was calculated within regions in the 

Red Sea.  

Statistical analyses 

The best fit for each thermal response curve was determined using nonlinear least squares 

regression via the nlsLM() function in the minpack.lm R package (Padfield et al., 2017). 

Bootstrapping methods were then used to estimate the 95% confidence intervals (CI) around the 

curve and the estimated parameters (E, Eh, Topt and CTmax) and to test differences between A
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species. We used the bootstrap approach proposed by Thomas, Kremer, Klausmeier, & Litchman 

(2012) given that the parameters are very sensitive to the number of points past the optimum 

temperature. A t-test was performed to calculate the differences in Tnp=0 between groups (coral vs 

algae).

To calculate the thermal limits of species, a log-logistic response model was fitted using the R 

package drc (Ritz et al., 2015) and LT50 ± 95% CI was obtained from the model fit. To assess 

differences between species in LT50 we compared adjusted 95% CI for simultaneous inferences 

using the confint() function within the multcomp R package (Hothorn et al., 2008). Non-

overlapping intervals were interpreted as significantly different (p<0.05).

Changes in the benthic community across regions and time (with surveys in 2014-2015 

categorized as before the bleaching event and surveys in 2017-2019 as after the bleaching) were 

assessed using generalized mixed-effects linear models with the lme() function from the nlme R 

package (Pinheiro et al., 2015). In the models we included Region (with four levels: Duba, 

Yanbu-AlWaj, Thuwal and Farasan Banks) and period (with two levels: 2014-2015 and 2017-

2019) as categorical predictors. We also add two random factors - depth (with two levels: 

shallow at <5m and deep at 5-15m) and study site (68 in total) – to account for variability within 

sites and depths. We ran two (independent) models using % live coral and algae cover as 

dependent variables. To understand changes in the different groups of algae, we perform three 

additional independent models using % turf algae cover, % encrusting algae cover and % 

macroalgae cover as dependent variables. Statistical analyses were conducted in R (version 

3.6.1) and graphs were created using the ggplot2 package (Wickham, 2009).

Results

GPP and NP exhibited a typical unimodal distribution with the performance increasing up to 

an optimum and then rapidly decreasing with warming as temperature increased (Fig. 1). All 

species had modest activation energies (E) for gross primary (GPP) and net production (NP) in 

the rising phase of the performance curve (except T. ornata), with generally higher thermal 

dependence (E) for algae than coral species (Figs. 1 and 2 and Table 1). On the contrary, 

deactivation energies (Eh) recorded in the falling phase were generally greater for the coral 

species than the algae, especially for NP (Figs. 1 and 2 and Table 1). The optimum temperature 

(Topt) for both GPP and NP varied greatly among species without clear differences between 

groups (algae vs corals; Figs. 1 and 2 and Table 1). Similarly, CTmax was greatly variable among A
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species (Figs. 1 and 2 and Table 1). The temperatures at which algae became net heterotrophic 

(i.e., Tnp=0; Fig. 1 and Table 1) were 35.24, 34.38, and 35.74 (for H. tuna, Lithothamnion sp, and 

T. ornata, respectively) and 32.78 and 33.78 oC for corals (P. verrucosa, and S. pistillata, 

respectively). Marginal differences were found between algae and coral for the Tnp=0 (t-test; t = -

2.88, p = 0.09). 

The LT50 (lethal temperature of 50% mortality of individuals) of two of the tropical algae 

species tested, H. tuna and T. ornata, were significantly higher than the two species of corals, 

while for Lithothamnion sp. it was not (significance was determined by non-overlapping 95% 

CI; Table 1 and Fig. 3).      

Field surveys showed similar mean live coral cover (mean±SD; 22.8 ± 14 and 22.3 ± 18 % 

cover) between 2014-2015 and 2017-2019 in the Red Sea (Fig. 4b,c). Coral cover was similar 

across latitudes in 2014-2015 but not in 2017-2019, as coral cover was lower in the Farasan 

Banks (the most southern location) than in the other three regions (mean±SD; 36.5 ± 14 % cover 

in Duba, 44.5 ± 16 in Yanbu-Al Waj, 26.5 ± 14 in Thuwal, and 13.9 ± 12 in the Farasan Banks; 

Fig. 4b, Table S3). In addition, coral cover decreased from 2014-2015 to 2017-2019 in the 

Farasan Banks (mean±SD; 24.94 ± 16.8 to 13.86 ± 12.2, respectively; t-ratio=3.15, p-

value=0.042; Fig. 4b and Table S3). Unexpectedly, we found an increase in live coral cover 

(from 24.7 ± 11.81 to 44.53 ± 16.37 % cover in 2014-2015 and 2017-2019, respectively) in the 

Yanbu-Al Waj region (t-ratio=-3.19, p-value=0.038; Fig. 4b and Table S3), while in the other 

two locations, Thuwal and Duba, % live coral cover remained unchanged before and after the 

bleaching of 2015. 

Field surveys also showed similar mean algae cover (mean±SD; 25.81 ± 14 and 27.21 ± 19; 

% algae cover included macroalgae, turf and encrusting algae) in 2014-2015 and in 2017-2019 

(Fig. 4c). Across latitudes, algae cover was constant in 2014-2015 but in 2017-2019 it was 

higher in the Farasan Banks than in the other three more northern locations (mean±SD; 10.5 ± 5 

in Duba, 8.9 ± 9.9 in Yanbu-Al Waj, 15.1 ± 8.9 in Thuwal, and 38.4 ± 17 in the Farasan Banks; 

Fig. 4c, Table S3). Concomitant to the coral cover decrease in the Farasan Banks from 2014-

2015 to 2017-2019, the algae cover increased by 55% (from 24.8 ± 16.2 to 38.4 ± 17; t-ratio=-

3.97, p-value=0.003; Fig. 4b,c and Table S3). Turf algae were the functional group responsible 

for the increase in algae in the Farasan Banks (Fig. S5 and Table S4). On the other hand, 

macroalgae and encrusting algae remained rather constant across regions (Fig. S5 and Table S4). A
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We found that the number of transects with algae cover as the dominant functional group (>50 % 

benthic cover) increased by over a five fold (from 5 to 26 % of the transects) in the Farasan 

Banks from 2014-2015 to 2017-2019 (Table S5). In the other three regions (Duba, Yanbu-Al 

Waj and Thuwal), there were only a few transects dominated by algae (< 4% of transects) in any 

of the two sampling periods (Table S5). 

Discussion  

Overall, the thermal performance of the focal coral and algae species was variable with the 

exception of two parameters, the lethal thermal limit (LT50) and the deactivation energy (Eh). The 

estimated LT50 of the two coral species (35.7 and 36.1 o C for P. verrucosa and S. pistillata, 

respectively) were lower than those estimated for two of the tropical algae species (37.13 and 38 
o C for H. tuna and T. ornata, respectively). This greater thermal tolerance of some algae when 

compared to coral species suggests a greater resistance to thermal stress. The mean LT50 of the 

algae Lithothamnion sp. (36.3 o C) was close to the coral S. pistillata and not significantly 

different. While red encrusting algae have been suggested to be thermally-resistant in the 

Caribbean (Anderson, 2006), the Red Sea species tested (Lithothamnion sp.) appears to be nearly 

as sensitive to heat stress as the coral S. pistillata. Indeed, red encrusting algae were not observed 

to increase in abundance southward in the Red Sea (Fig. S5). The lower TL50 of Lithothamnion 

sp. compared to other algae may have consequences for the reef as they provide key ecological 

roles such as cementing reef fragments into massive structures or providing the settlement cues 

and substrate for coral larvae (Adey, 1998; Gómez-Lemos et al., 2018; Harrington et al., 2004). 

The deactivation energies (Eh) achieved in the falling phase revealed high sensitivity to 

warming once Topt is surpassed for all species. However, the Eh of the two coral species were 

greater than those of T. ornata and Lithothamnion sp. for GPP and NP. These sharp declines in 

thermal performance for corals are indicative of their strong thermal-sensitivity once the thermal 

optimums are exceeded (Table 1), values that are typically surpassed during summer days in 

shallow reefs in the central Red Sea (Chaidez et al., 2017; Giomi et al., 2019). High Eh in 

combination with low LT50 support our hypothesis of a higher vulnerability for coral species 

during heatwaves, when compared to some of the most common tropical algae species. 

The autotrophic capacity of all tested species was suppressed under thermal stress, as 

indicated by the temperature at which organismal productivity switched from net autotrophic to 

net heterotrophic (Tnp=0). This temperature (Tnp=0) was nearly 2 oC lower for corals (33.28 ± 0.5 A
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oC; mean ± SE) than for algae (35.12 ± 0.4 oC; mean ± SE). Despite the low replication (n=3 for 

algae and n=2 for corals) rendering this comparison weak, it may be of biological relevance 

(Amrhein et al., 2019; Halsey, 2019), as net autotrophic organisms are not viable once their 

metabolism becomes net heterotrophic. Net productivity in algae is a balance between the 

metabolic processes of photosynthesis and respiration while for corals involves the complex 

metabolic coupling between the coral animal, the endosymbiotic algae and the microbial 

associates (Nelson & Altieri, 2019) – a metabolic balance that is yet insufficiently understood 

(Hughes et al., 2020). In general, Tnp=0 can be considered as a proxy for the thermal threshold of 

organismal viability and we propose Tnp=0 as a useful metric to compare thermal vulnerability 

across taxa groups and/or species, as it limits the viability of algae but also compromises that of 

corals, by leading to a negative oxygen and reduced carbon balance. 

Coral bleaching is usually triggered when thermal thresholds are surpassed. These thermal 

thresholds are often estimated at 1 oC above the long-term maximum monthly mean (MMM) 

satellite-derived sea surface temperature (SST; Strong, Arzayus, Skirving, & Heron, 2006; 

Weeks, Anthony, Bakun, Feldman, & Guldberg, 2008), and therefore vary across regions, 

depending on their local maximum monthly mean SST. Experimental results in the Red Sea, 

however, do not support this general rule, as four species of corals from Hurghada (northern Red 

Sea) showed no signs of heat stress (e.g., no coral bleaching observed) after being 

experimentally exposed to +6 oC (34 oC) relative to their maximum monthly mean of 27.8 oC 

(Osman et al., 2018). On the other hand, the same coral species from Thuwal (in the central Red 

Sea) showed significant reductions in physiological performance when exposed to a similar SST, 

but representing only +3 oC relative to their maximum monthly mean of 31.1 oC (Osman et al., 

2018). Additionally, in situ mass coral bleaching observations in the Red Sea do not align with 

recorded thermal anomalies (Cantin et al., 2010; Chaidez et al., 2017; Osman et al., 2018). While 

coral bleaching is commonly reported after 4 oC degree heat-weeks (DHWs) elsewhere, along 

with severe coral mortality after 8 oC DHWs (Eakin et al., 2010), in the Red Sea, no bleaching 

was reported after 15 oC DHWs in several locations. Therefore, LT50 seems to be a better 

predictor of the upper thermal thresholds for coral species in the Red Sea than DHWs or MMM 

+1 oC, while also allowing the direct comparison of thermal performance and sensitivity of coral 

species and algae. However, the estimation of LT50 must be resolved experimentally, which is 

logistically demanding and has to be done on species individually. A
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Other thermal parameters (i.e., Topt and CTmax) for GPP and NP varied substantially among 

species and were not distinctly different across groups (corals vs algae). Although all of the 

specimens came from the same environment (e.g., a shallow coral reef in the central Red Sea), 

the large variability in thermal performance among species reflects strong thermal niche 

differentiation within and across functional groups, arising likely from enhanced resource use 

efficiency, species evolution and interaction in these diverse communities (García et al., 2018; 

Loreau & Hector, 2001; Tilman et al., 2001). One of the focal algae species (e.g., T. ornata) had 

an Eh lower and LT50 higher than both species of corals, which might indicate a greater 

competitive ability than corals to withstand heat stress. This is surprising, as T. ornata is a 

seasonal species that blooms during the winter-spring months (Prathep et al., 2007); however, 

small fronds of this macroalgae remain alive in reef crevices and between corals during the 

summer months (AA personal observation), which could have shaped its wide upper thermal 

performance curve. The comparative thermal performance of GPP between algae and corals 

covered all the scenarios that we predicted theoretically (Fig. S1): Lithothamnion sp. did not 

follow any of the predicted scenarios with a Topt lower than the coral S. pistillata and a similar 

LT50; H. tuna followed an M2 scenario with similar Topt and higher LT50 for NP when compared 

to S. pistillata; T. ornata followed an M1 scenario (lower Topt for NP but higher Tlim) when 

compared to S. pistillata. In summary, while Topt was species-specific and varied greatly among 

species, other thermal parameters such as LT50, Eh, and Tnp=0 clearly indicated lower thermal 

vulnerability for algae than for coral species.

Our field observations were largely consistent with our empirical findings. We observed a 

mean decrease in live coral cover (%) in the Farasan Banks (Southern Red Sea) of 44% between 

surveys in 2014-2015 and in 2017-2019, which is consistent with in situ observations of up to 

99% of bleached coral colonies in the Farasan Banks in October 2015 at 7o C DHWs (Osman et 

al., 2018). This loss of almost half of the coral cover aligns with the observations of 40% and 

60% coral cover declines reported in the Great Barrier Reef at 4-8o C DHWs after the heatwave 

of 2016 (Hughes et al., 2018). We did not observe decreases in live coral cover in the other three 

regions (Duba, Yanbu-Al Waj and Thuwal), of which the Thuwal region in the central Red Sea 

experienced moderate coral bleaching (between 8-28% of colonies bleached) during the 

heatwave in 2015 (Monroe et al., 2018; Osman et al., 2018). These results also concur with the 

findings from the Great Barrier Reef after the 2016 heatwave, where reefs that experienced < 

25% bleaching did not undergo noticeable loss of coral cover (Hughes et al., 2018). In fact, coral A
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cover in the Yanbu- Al Waj region increased by more than 40% between 2014-2015 and 2017-

2019. In general, corals in the northern Red Sea are believed to be particularly resistant to 

warming (Osman et al., 2018), a potential result of floridoside upregulation (an osmolyte and 

reactive oxygen species scavenger) when exposed to hypersaline conditions prevailing in the 

northern Red Sea, especially during periods of intense evaporation corresponding to heat 

anomalies (Gegner et al., 2019; Ochsenkühn et al., 2017). 

Concomitant to the coral cover decrease in the Farasan Banks after the bleaching event in 

2015, we document an increase of 35% in algae cover from 2014-2015 to 2017-2019. The algal 

community driving this change in the Farasan Banks was composed of turf filamentous algae 

(83% of the total algae in 2017-2019). We found that the number of transects of which algae 

cover was the dominant functional group (>50 % benthic cover and <50 coral cover) increased 

fivefold from 2014-2015 to 2017-2019 in the Farasan Banks, but not in the other three regions 

(Duba, Yanbu-Al Waj and Thuwal). This indicates a potential shift in benthic dominance from 

coral cover to algae following extensive coral bleaching. Contrary to our expectations, we found 

a very low abundance (mean ± SD; 1.9 ± 6.59 % cover) of erect macroalgae (e.g., such as 

Turbinaria sp, Halimeda sp. or Sargassum sp.) in the Red Sea, including the coral reefs of the 

Farasan Banks in 2017-2019 (mean ± SD; 0.6 ± 1.53 % macroalgae cover). Shallow coral reefs, 

such those in this study, have been previously identified as environments likely to experience 

algal proliferation (Graham et al., 2015), presumably due to high light levels that promote algal 

growth and a greater vulnerability (e.g., mortality) of shallow corals to disturbances such as 

thermal stress, UV-stress, and storm damage. Our quantitative surveys indicate algal 

proliferation, mainly of turf algae, in the Farasan Banks following coral bleaching. Turf algae 

have been suggested to be highly resistant to rising temperatures (Koch et al., 2012), with 

warming increasing their productivity (Bender et al., 2014). However, we did not experimentally 

assess the thermal performance and limits of turf benthic algae, which requires further 

investigation. These algal proliferations in the Farasan Banks could be supported by a 

combination of factors, such as the higher nutrient availability in the South compared to the 

northern Red Sea (Kürten et al., 2015; Raitsos et al., 2013), the moderate and homogenous 

herbivore pressure long a latitudinal gradient in Saudi Arabia (Kattan et al., 2017; Roberts et al., 

2016), and/or subsequent coral mortality due to future heatwaves. 
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Our experimental results cannot, however, be used as the sole basis for predicting thermal 

performance of Red Sea reef species, as all experimental assessments involve some degree of 

oversimplification. The species thermal limits we calculated do not represent an absolute 

physiological limit, as prolonged exposure to sublethal temperatures may happen during 

heatwave events, enhancing mortality rates at lower temperatures (Jokiel & Coles, 1977). 

Furthermore, selection and adaptation may drive algal and coral populations toward resistant 

forms following future heatwaves.

The thermal optima and LT50 for corals and algae described here are above those for other 

subtropical and tropical regions (Anderson, 2006; Jokiel & Coles, 1977). This was anticipated, as 

the Red Sea is the warmest sea in the world, and is heating at twice the global average rate 

(Chaidez et al., 2017). As such, Red Sea reef species have been shown to be particularly resistant 

to elevated temperature (Cantin et al., 2010; Osman et al., 2018). Yet, our results show that 

corals in the Red Sea live near their temperature thresholds, suggesting that future heatwaves, 

elevated by long-term warming, could have further devastating consequences on corals, 

particularly in the southern latitudes. The neighboring Arabian Gulf can serve as a grim 

precedent, as two consecutive thermal anomalies in 1996 and 1998 caused massive coral 

bleaching and mortality that brought many species to the brink of regional extinction (Riegl et 

al., 2018) - despite being perceived as particularly resistant to high temperature (Sheppard et al., 

1992). 

The proliferation of algae on coral reefs have been reported in many reef locations around the 

world (Graham et al., 2015; Hughes, 1994; Roff et al., 2015). However, observations and 

experiments demonstrated them to be dependent on elevated nutrient supply or food web effects 

(Knowlton et al., 1990; McCook et al., 2001), usually involving large coral mortality. We 

propose here that higher thermal resistance of algae compared to corals, which we determined 

experimentally, may contribute to explain algal spread following coral bleaching events. 

Specifically, the thermal resilience of turf algae requires future attention. Future warming of the 

Red Sea may enhance the likelihood of algal proliferation on reefs by debilitating corals and 

increasing the competitive ability of certain species of algae. As corals in the southern Red Sea 

are already growing close to their thermal limit, the prospect of future warming of the Red Sea 

foretells an increased frequency and severity of heatwaves and, thus, a future prevalence of algae 

on reefs.A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

Acknowledgements

This research was funded by King Abdullah University of Science and Technology (KAUST) 

through baseline funding and center associated research and competitive funding allocated to 

CMD. We thank Paul Muller, Zenon Batang, Katherine Rowe, CMOR, Cecilia Martin and 

Lauren Shea for logistical support in the laboratory, Nathan Geraldi for providing useful 

feedback on earlier versions of the manuscript, Lucas Geraldi-Anton for the illustrations in the 

graphical abstract and Allende Bodega Martinez for the species illustrations in Fig. 1.   

Conflict of interest statement

Authors declare no conflict of interest 

Data availability

The data set underlying the study is available at 

https://doi.pangaea.de/10.1594/PANGAEA.907395.

References

Adey, W. H. (1998). Review—Coral Reefs: Algal Structured and Mediated Ecosystems in 

Shallow, Turbulent, Alkaline Waters. Journal of Phycology, 34(3), 393–406. 

https://doi.org/10.1046/j.1529-8817.1998.340393.x

Aichelman, H. E., Zimmerman, R. C., & Barshis, D. J. (2019). Adaptive signatures in thermal 

performance of the temperate coral Astrangia poculata. Journal of Experimental Biology, 

222(5), jeb189225. https://doi.org/10.1242/jeb.189225

Amrhein, V., Greenland, S., & McShane, B. (2019). Scientists rise up against statistical 

significance. Nature, 567(7748), 305–307. https://doi.org/10.1038/d41586-019-00857-9

Anderson, B. C. (2006). Response of tropical marine macroalgae to thermal stress [Master 

Thesis]. Florida Atlantic University.

Arias-Ortiz, A., Serrano, O., Masqué, P., Lavery, P. S., Mueller, U., Kendrick, G. A., Rozaimi, 

M., Esteban, A., Fourqurean, J. W., Marbà, N., Mateo, M. A., Murray, K., Rule, M. J., & 

Duarte, C. M. (2018). A marine heatwave drives massive losses from the world’s largest A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

seagrass carbon stocks. Nature Climate Change, 8(4), 338–344. 

https://doi.org/10.1038/s41558-018-0096-y

Aronson, R. B., & Precht, W. F. (2001). White-band disease and the changing face of Caribbean 

coral reefs. Hydrobiologia, 460(1), 25–38. https://doi.org/10.1023/A:1013103928980

Bender, D., Diaz-Pulido, G., & Dove, S. (2014). Warming and acidification promote 

cyanobacterial dominance in turf algal assemblages. Marine Ecology Progress Series, 

517, 271–284. https://doi.org/10.3354/meps11037

Bender-Champ, D., Diaz-Pulido, G., & Dove, S. (2017). Effects of elevated nutrients and CO2 

emission scenarios on three coral reef macroalgae. Harmful Algae, 65, 40–51. 

https://doi.org/10.1016/j.hal.2017.04.004

Brown, K. T., Bender-Champ, D., Kenyon, T. M., Rémond, C., Hoegh-Guldberg, O., & Dove, S. 

(2019). Temporal effects of ocean warming and acidification on coral–algal competition. 

Coral Reefs. https://doi.org/10.1007/s00338-019-01775-y

Bruno, J. F., Sweatman, H., Precht, W. F., Selig, E. R., & Schutte, V. G. W. (2009). Assessing 

evidence of phase shifts from coral to macroalgal dominance on coral reefs. Ecology, 

90(6), 1478–1484.

Cantin, N. E., Cohen, A. L., Karnauskas, K. B., Tarrant, A. M., & McCorkle, D. C. (2010). 

Ocean warming slows coral growth in the Central Red Sea. Science, 329(5989), 322–325. 

https://doi.org/10.1126/science.1190182

Chaidez, V., Dreano, D., Agusti, S., Duarte, C. M., & Hoteit, I. (2017). Decadal trends in Red 

Sea maximum surface temperature. Scientific Reports, 7(1), 8144. 

https://doi.org/10.1038/s41598-017-08146-z

Coles, S. L., & Brown, B. E. (2003). Coral bleaching--capacity for acclimatization and 

adaptation. Advances in Marine Biology, 46, 183–223.

Coles, S. L., & Riegl, B. M. (2013). Thermal tolerances of reef corals in the Gulf: A review of 

the potential for increasing coral survival and adaptation to climate change through 

assisted translocation. Marine Pollution Bulletin, 72(2), 323–332. 

https://doi.org/10.1016/j.marpolbul.2012.09.006

Coumou, D., & Rahmstorf, S. (2012). A decade of weather extremes. Nature Climate Change, 

2(7), 491–496. https://doi.org/10.1038/NCLIMATE1452

Eakin, C. M., Morgan, J. A., Heron, S. F., Smith, T. B., Liu, G., Alvarez-Filip, L., Baca, B., 

Bartels, E., Bastidas, C., Bouchon, C., Brandt, M., Bruckner, A. W., Bunkley-Williams, A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

L., Cameron, A., Causey, B. D., Chiappone, M., Christensen, T. R. L., Crabbe, M. J. C., 

Day, O., … Yusuf, Y. (2010). Caribbean Corals in Crisis: Record Thermal Stress, 

Bleaching, and Mortality in 2005. PLOS ONE, 5(11), e13969. 

https://doi.org/10.1371/journal.pone.0013969

Ellis, J. I., Jamil, T., Anlauf, H., Coker, D. J., Curdia, J., Hewitt, J., Jones, B. H., Krokos, G., 

Kürten, B., Hariprasad, D., Roth, F., Carvalho, S., & Hoteit, I. (2019). Multiple stressor 

effects on coral reef ecosystems. Global Change Biology, 25(12), 4131–4146. 

https://doi.org/10.1111/gcb.14819

Filbee-Dexter, K., Feehan, C. J., & Scheibling, R. E. (2016). Large-scale degradation of a kelp 

ecosystem in an ocean warming hotspot. Marine Ecology Progress Series, 543, 141–152. 

https://doi.org/10.3354/meps11554

Frölicher, T. L., Fischer, E. M., & Gruber, N. (2018). Marine heatwaves under global warming. 

Nature, 560(7718), 360–364. https://doi.org/10.1038/s41586-018-0383-9

García, F. C., Bestion, E., Warfield, R., & Yvon-Durocher, G. (2018). Changes in temperature 

alter the relationship between biodiversity and ecosystem functioning. Proceedings of the 

National Academy of Sciences, 201805518. https://doi.org/10.1073/pnas.1805518115

Gegner, H. M., Rädecker, N., Ochsenkühn, M., Barreto, M. M., Ziegler, M., Reichert, J., 

Schubert, P., Wilke, T., & Voolstra, C. R. (2019). High levels of floridoside at high 

salinity link osmoadaptation with bleaching susceptibility in the cnidarian-algal 

endosymbiosis. Biology Open, 8(12). https://doi.org/10.1242/bio.045591

Giomi, F., Barausse, A., Duarte, C. M., Booth, J., Agusti, S., Saderne, V., Anton, A., 

Daffonchio, D., & Fusi, M. (2019). Oxygen supersaturation protects coastal marine fauna 

from ocean warming. Science Advances, 5(9), eaax1814. 

https://doi.org/10.1126/sciadv.aax1814

Gómez-Lemos, L. A., Doropoulos, C., Bayraktarov, E., & Diaz-Pulido, G. (2018). Coralline 

algal metabolites induce settlement and mediate the inductive effect of epiphytic 

microbes on coral larvae. Scientific Reports, 8(1), 1–11. https://doi.org/10.1038/s41598-

018-35206-9

Graham, N. A. J., Jennings, S., MacNeil, M. A., Mouillot, D., & Wilson, S. K. (2015). Predicting 

climate-driven regime shifts versus rebound potential in coral reefs. Nature, 518(7537), 

94-+. https://doi.org/10.1038/nature14140A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

Halsey, L. G. (2019). The reign of the p-value is over: what alternative analyses could we 

employ to fill the power vacuum? Biology Letters, 15(5), 20190174. 

https://doi.org/10.1098/rsbl.2019.0174

Harrington, L., Fabricius, K., De’ath, G., & Negri, A. (2004). Recognition and Selection of 

Settlement Substrata Determine Post-Settlement Survival in Corals. Ecology, 85(12), 

3428–3437. https://doi.org/10.1890/04-0298

Hoegh-Guldberg, O. (1999). Climate change, coral bleaching and the future of the world’s coral 

reefs. Marine and Freshwater Research, 50(8), 839–866. 

https://doi.org/10.1071/mf99078

Hothorn, T., Bretz, F., & Westfall, P. (2008). Simultaneous Inference in General Parametric 

Models. Biometrical Journal, 50(3), 346–363.

Huey, R. B., & Kingsolver, J. G. (1989). Evolution of thermal sensitivity of ectotherm 

performance. Trends in Ecology & Evolution, 4(5), 131–135. 

https://doi.org/10.1016/0169-5347(89)90211-5

Hughes, D. J., Alderdice, R., Cooney, C., Kühl, M., Pernice, M., Voolstra, C. R., & Suggett, D. 

J. (2020). Coral reef survival under accelerating ocean deoxygenation. Nature Climate 

Change, 10(4), 296–307. https://doi.org/10.1038/s41558-020-0737-9

Hughes, T. P. (1994). Catastrophes, phase-shifts, and large-scale degradation of a Caribbean 

coral-reef. Science, 265(5178), 1547–1551. 

https://doi.org/10.1126/science.265.5178.1547

Hughes, T. P., Baird, A. H., Bellwood, D. R., Card, M., Connolly, S. R., Folke, C., Grosberg, R., 

Hoegh-Guldberg, O., Jackson, J. B. C., Kleypas, J., Lough, J. M., Marshall, P., Nystrom, 

M., Palumbi, S. R., Pandolfi, J. M., Rosen, B., & Roughgarden, J. (2003). Climate 

change, human impacts, and the resilience of coral reefs. Science, 301(5635), 929–933. 

https://doi.org/10.1126/science.1085046

Hughes, T. P., Graham, N. A. J., Jackson, J. B. C., Mumby, P. J., & Steneck, R. S. (2010). Rising 

to the challenge of sustaining coral reef resilience. Trends in Ecology & Evolution, 

25(11), 633–642. https://doi.org/10.1016/j.tree.2010.07.011

Hughes, T. P., Kerry, J. T., Álvarez-Noriega, M., Álvarez-Romero, J. G., Anderson, K. D., 

Baird, A. H., Babcock, R. C., Beger, M., Bellwood, D. R., Berkelmans, R., Bridge, T. C., 

Butler, I. R., Byrne, M., Cantin, N. E., Comeau, S., Connolly, S. R., Cumming, G. S., 

Dalton, S. J., Diaz-Pulido, G., … Wilson, S. K. (2017). Global warming and recurrent A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

mass bleaching of corals. Nature, 543(7645), 373–377. 

https://doi.org/10.1038/nature21707

Hughes, T. P., Kerry, J. T., Baird, A. H., Connolly, S. R., Dietzel, A., Eakin, C. M., Heron, S. F., 

Hoey, A. S., Hoogenboom, M. O., Liu, G., McWilliam, M. J., Pears, R. J., Pratchett, M. 

S., Skirving, W. J., Stella, J. S., & Torda, G. (2018). Global warming transforms coral 

reef assemblages. Nature, 1. https://doi.org/10.1038/s41586-018-0041-2

Jaap, W. C., Szmant, A., Jaap, K., Dupont, J., Clarke, R., Somerfield, P., Ault, J. S., Bohnsack, J. 

A., Kellison, S. G., & Kellison, G. T. (2008). A Perspective on the Biology of Florida 

Keys Coral Reefs. In B. M. Riegl & R. E. Dodge (Eds.), Coral Reefs of the USA (pp. 75–

125). Springer Netherlands. https://doi.org/10.1007/978-1-4020-6847-8_3

Jokiel, P. L., & Coles, S. L. (1977). Effects of temperature on the mortality and growth of 

Hawaiian reef corals. Marine Biology, 43(3), 201–208. 

https://doi.org/10.1007/BF00402312

Kattan, A., Coker, D. J., & Berumen, M. L. (2017). Reef fish communities in the central Red Sea 

show evidence of asymmetrical fishing pressure. Marine Biodiversity, 47(4), 1227–1238. 

https://doi.org/10.1007/s12526-017-0665-8

Kingsolver, J. G. (2009). The well-temperatured biologist. (American Society of Naturalists 

Presidential Address). The American Naturalist, 174(6), 755–768. 

https://doi.org/10.1086/648310

Knowlton, N., Lang, J. C., & Keller, B. D. (1990). Case study of natural population collapse: 

post-hurricane predation on Jamaican staghorn corals. 

http://repository.si.edu//handle/10088/1133

Koch, M. S., Bowes George, Ross Cliff, & Zhang Xing‐Hai. (2012). Climate change and ocean 

acidification effects on seagrasses and marine macroalgae. Global Change Biology, 

19(1), 103–132. https://doi.org/10.1111/j.1365-2486.2012.02791.x

Kohler, K. E., & Gill, S. M. (2006). Coral Point Count with Excel extensions (CPCe): A Visual 

Basic program for the determination of coral and substrate coverage using random point 

count methodology. Computers & Geosciences, 32(9), 1259–1269. 

https://doi.org/10.1016/j.cageo.2005.11.009

Kühl, M., Cohen, Y., Dalsgaard, T., Jørgensen, B. B., & Revsbech, N. P. (1995). 

Microenvironment and photosynthesis of zooxanthellae in scleractinian corals studied A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

with microsensors for O₂, pH and light. Marine Ecology Progress Series, 117(1/3), 159–

172. JSTOR.

Kürten, B., Khomayis, H. S., Devassy, R., Audritz, S., Sommer, U., Struck, U., El-Sherbiny, M. 

M., & Al-Aidaroos, A. M. (2015). Ecohydrographic constraints on biodiversity and 

distribution of phytoplankton and zooplankton in coral reefs of the Red Sea, Saudi 

Arabia. Marine Ecology, 36(4), 1195–1214. https://doi.org/10.1111/maec.12224

Loreau, M., & Hector, A. (2001). Partitioning selection and complementarity in biodiversity 

experiments. Nature, 412(6842), 72–76. https://doi.org/10.1038/35083573

Marbà, N., & Duarte, C. M. (2010). Mediterranean warming triggers seagrass (Posidonia 

oceanica) shoot mortality. Global Change Biology, 16(8), 2366–2375. 

https://doi.org/10.1111/j.1365-2486.2009.02130.x

Marbà, N., Jorda, G., Agusti, S., Girard, C., & Duarte, C. M. (2015). Footprints of climate 

change on Mediterranean Sea biota. Global Change and the Future Ocean, 56. 

https://doi.org/10.3389/fmars.2015.00056

McCook, L., Jompa, J., & Diaz-Pulido, G. (2001). Competition between corals and algae on 

coral reefs: a review of evidence and mechanisms. Coral Reefs, 19(4), 400–417. 

https://doi.org/10.1007/s003380000129

McMurray, S. E., Blum, J. E., Leichter, J. J., & Pawlik, J. R. (2011). Bleaching of the giant 

barrel sponge Xestospongia muta in the Florida Keys. Limnology and Oceanography, 

56(6), 2243–2250. https://doi.org/10.4319/lo.2011.56.6.2243

Monroe, A. A., Ziegler, M., Roik, A., Röthig, T., Hardenstine, R. S., Emms, M. A., Jensen, T., 

Voolstra, C. R., & Berumen, M. L. (2018). In situ observations of coral bleaching in the 

central Saudi Arabian Red Sea during the 2015/2016 global coral bleaching event. PLOS 

ONE, 13(4), e0195814. https://doi.org/10.1371/journal.pone.0195814

Nelson, H. R., & Altieri, A. H. (2019). Oxygen: the universal currency on coral reefs. Coral 

Reefs, 38(2), 177–198. https://doi.org/10.1007/s00338-019-01765-0

Normile, D. (2016). El Niño’s warmth devastating reefs worldwide. Science, 352(6281), 15–16. 

https://doi.org/10.1126/science.352.6281.15

Ochsenkühn, M. A., Röthig, T., D’Angelo, C., Wiedenmann, J., & Voolstra, C. R. (2017). The 

role of floridoside in osmoadaptation of coral-associated algal endosymbionts to high-

salinity conditions. Science Advances, 3(8), e1602047. 

https://doi.org/10.1126/sciadv.1602047A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

Oliver, E. C. J., Benthuysen, J. A., Bindoff, N. L., Hobday, A. J., Holbrook, N. J., Mundy, C. N., 

& Perkins-Kirkpatrick, S. E. (2017). The unprecedented 2015/16 Tasman Sea marine 

heatwave. Nature Communications, 8, 16101. https://doi.org/10.1038/ncomms16101

Oliver, E. C. J., Donat, M. G., Burrows, M. T., Moore, P. J., Smale, D. A., Alexander, L. V., 

Benthuysen, J. A., Feng, M., Sen Gupta, A., Hobday, A. J., Holbrook, N. J., Perkins-

Kirkpatrick, S. E., Scannell, H. A., Straub, S. C., & Wernberg, T. (2018). Longer and 

more frequent marine heatwaves over the past century. Nature Communications, 9, 1324. 

https://doi.org/10.1038/s41467-018-03732-9

Osman, E., Ziegler, M., Kürten, B., Constanze, C., Voolstra, C. R., & Suggett, D. (2018). 

Thermal refugia against coral bleaching throughout the northern Red Sea. Global Change 

Biology, 24(2), e474–e484. https://doi.org/10.1111/gcb.13895

Padfield, D., Lowe, C., Buckling, A., Ffrench‐Constant, R., Jennings, S., Shelley, F., Ólafsson, J. 

S., & Yvon‐Durocher, G. (2017). Metabolic compensation constrains the temperature 

dependence of gross primary production. Ecology Letters, 20(10), 1250–1260. 

https://doi.org/10.1111/ele.12820

Padfield, D., Yvon‐Durocher, G., Buckling, A., Jennings, S., & Yvon‐Durocher, G. (2016). 

Rapid evolution of metabolic traits explains thermal adaptation in phytoplankton. 

Ecology Letters, 19(2), 133–142. https://doi.org/10.1111/ele.12545

Phelps, C. M., Boyce, M. C., & Huggett, M. J. (2017). Future climate change scenarios 

differentially affect three abundant algal species in southwestern Australia. Marine 

Environmental Research, 126, 69–80. https://doi.org/10.1016/j.marenvres.2017.02.008

Pinheiro, J., Bates, D., DebRoy, S., Sarkar, D., & R Core Team. (2015). nlme: Linear and 

Nonlinear Mixed Effects Models. http://CRAN.R-project.org/package=nlme

Prathep, A., Wichachucherd, B., & Thongroy, P. (2007). Spatial and temporal variation in 

density and thallus morphology of Turbinaria ornata in Thailand. Aquatic Botany, 86(2), 

132–138. https://doi.org/10.1016/j.aquabot.2006.09.011

Raitsos, D. E., Pradhan, Y., Brewin, R. J. W., Stenchikov, G., & Hoteit, I. (2013). Remote 

Sensing the Phytoplankton Seasonal Succession of the Red Sea. Plos One, 8(6), e64909. 

https://doi.org/10.1371/journal.pone.0064909

Riegl, B. M., Johnston, M., Purkis, S., Howells, E., Burt, J., Steiner, S. C. C., Sheppard, C. R. C., 

& Bauman, A. (2018). Population collapse dynamics in Acropora downingi, an A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

Arabian/Persian Gulf ecosystem-engineering coral, linked to rising temperature. Global 

Change Biology, 24(6), 2447–2462. https://doi.org/10.1111/gcb.14114

Riegl, B. M., Purkis, S. J., Al-Cibahy, A. S., Al-Harthi, S., Grandcourt, E., Al-Sulaiti, K., 

Baldwin, J., & Abdel-Moati, A. M. (2012). Coral Bleaching and Mortality Thresholds in 

the SE Gulf: Highest in the World. In B. M. Riegl & S. J. Purkis (Eds.), Coral Reefs of 

the Gulf: Adaptation to Climatic Extremes (pp. 95–105). Springer Netherlands. 

https://doi.org/10.1007/978-94-007-3008-3_6

Ritz, C., Baty, F., Streibig, J. C., & Gerhard, D. (2015). Dose-Response Analysis Using R. PLOS 

ONE, 10(12), e0146021. https://doi.org/10.1371/journal.pone.0146021

Roberts, M. B., Jones, G. P., McCormick, M. I., Munday, P. L., Neale, S., Thorrold, S., 

Robitzch, V. S. N., & Berumen, M. L. (2016). Homogeneity of coral reef communities 

across 8 degrees of latitude in the Saudi Arabian Red Sea. Marine Pollution Bulletin, 

105(2), 558–565. https://doi.org/10.1016/j.marpolbul.2015.11.024

Roff, G., Doropoulos, C., Zupan, M., Rogers, A., Steneck, R. S., Golbuu, Y., & Mumby, P. J. 

(2015). Phase shift facilitation following cyclone disturbance on coral reefs. Oecologia, 

178(4), 1193–1203. https://doi.org/10.1007/s00442-015-3282-x

Savva, I., Bennett, S., Roca, G., Jordà, G., & Marbà, N. (2018). Thermal tolerance of 

Mediterranean marine macrophytes: Vulnerability to global warming. Ecology and 

Evolution, 8(23), 12032–12043. https://doi.org/10.1002/ece3.4663

Sheppard, C., Price, A., & Roberts, C. (1992). Marine ecology of the Arabian region: patterns 

and processes in extreme tropical environments. Academic Press.

Silbiger, N. J., Goodbody-Gringley, G., Bruno, J. F., & Putnam, H. M. (2019). Comparative 

thermal performance of Orbicella franksi at its latitudinal range limits. BioRxiv. 

https://doi.org/10.1101/583294

Thomas, M. K., Kremer, C. T., Klausmeier, C. A., & Litchman, E. (2012). A Global Pattern of 

Thermal Adaptation in Marine Phytoplankton. Science, 338(6110), 1085–1088. 

https://doi.org/10.1126/science.1224836

Tilman, D., Reich, P. B., Knops, J., Wedin, D., Mielke, T., & Lehman, C. (2001). Diversity and 

Productivity in a Long-Term Grassland Experiment. Science, 294(5543), 843–845. 

https://doi.org/10.1126/science.1060391

A
cc

ep
te

d 
A

rt
ic

le



This article is protected by copyright. All rights reserved

Wellington, G. M., Glynn, P. W., Strong, A. E., Navarrete, S. A., Wieters, E., & Hubbard, D. 

(2001). Crisis on coral reefs linked to climate change. Eos, Transactions American 

Geophysical Union, 82(1), 1–5. https://doi.org/10.1029/01EO00001

Wernberg, T., Bennett, S., Babcock, R. C., de Bettignies, T., Cure, K., Depczynski, M., Dufois, 

F., Fromont, J., Fulton, C. J., Hovey, R. K., Harvey, E. S., Holmes, T. H., Kendrick, G. 

A., Radford, B., Santana-Garcon, J., Saunders, B. J., Smale, D. A., Thomsen, M. S., 

Tuckett, C. A., … Wilson, S. (2016). Climate-driven regime shift of a temperate marine 

ecosystem. Science, 353(6295), 169–172. https://doi.org/10.1126/science.aad8745

Wickham, H. (2009). ggplot2: Elegant Graphics for Data Analysis. Springer-Verlag. 

https://www.springer.com/gp/book/9780387981413

Tables

Table 1 | Parameters associated with thermal performance curves for gross primary 

production (ln GPP) and net production (ln NP+1). A and C indicate algae and coral, 

respectively. E indicates activation energy, Eh indicates deactivation energy, CTmax indicates the 

critical thermal limit and LT50 indicates the lethal thermal limit for 50% of the individuals. The 

unit for E and Eh is eV and for the rest of parameters is oC. 

Species name
LT50 & 

95% CI 

Topt (GPP) 

& 95%CI 

E (GPP) 

&95% CI 

Eh (GPP) 

& 95% CI 

CTmax 

(GPP)& 

95%CI 

Topt 

(NP&95

%CI 

E (NP)& 

95% CI 

Eh (NP)& 

95% CI 

CTmax 

(NP)& 

95%CI 

Halimeda tuna 

(A)

37.13

(37.04 – 

37.22)

31.68 (0-

32.30)

0.57 (0- 

1.43)

8.24 (6.48 

– 11.67)

34.24 

(32.88-

35.01)

31.97 

(31.25-

32.58)

0.43 (0.13-

0.83)

6.71 (5.06 

– 9.81)

35.20 

(34.14-

35.77)

Lithothamnion 

sp (A)

36.31 

(35.15- 

36.48)

30.98 

(30.84-

31.09)

0.69 (0.55 – 

0.85)

6.77 (6.55 

– 7.05)

33.56 

(33.32-

33.80)

30.42 

(30.32-

30.52)

1.60 (1.33 

– 1.94)

3.86 (3.75 

– 4.01)

31.12 

(30.47-

31.79)

Turbinaria 

ornata (A)

38 (37.96 - 

38.04)

30.50 

(30.03-

30.90)

2.09 (1.02-

3.65)

6.12 (5.43 

– 7.26)

31.36 

(30.26-

32.53)

29.83 

(28.48-

30.14)

3.18 (1.53 

– 5.70)

4.44 (3.09 

– 6.78)

28.19 

(27.59-

29.82)

Pocillopora 

verrucosa (C) 

35.67 

(35.60 – 

35.75)

29.87 

(28.40-

30.33)

0.21 (0.03-

0.43)

10.09 

(9.80 - 

10.40)

32.94 

(32.77-

33.09)

0 (0-0.21)

12.33 

(11.87 – 

12.72)

Stylophora 

pistillata (C) 

36.11 

(36.06 - 

36.18)

31.91(31.91

-31.91)

0.91 (0.91 – 

0.91)

13.70 

(13.69 - 

13.71)

33.47 

(33.47-

33.47)

31.36 

(31.26-

31.45)

0.63 (0.53 

– 0.74)

8.75 (8.52 

- 8.99)

33.71 

(33.57-

33.84)A
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Figure legends

Figure 1 | Experimental thermal performance curves of gross primary production (GPP, a-

e) and net production (NP, f-j) across a temperature gradient from 28 to 38 oC. Thermal 

performance curves for the ln (GPP) rate and the ln (NP+1) rate for the five species of coral and 

algae presented in shades of red and green, respectively. Empty dots indicate individual 

measurements and solid dots the mean value for each species at each temperature level. Dashed 

line in the NP plots indicates NP=0. Illustrations credit: Allende Bodega.

Figure 2 | Parameters related to thermal performance across a temperature gradient from 

28 to 38 oC of the five targeted species for GPP (a-d) and NP (e-h). E indicates activation 

energy, Eh indicates deactivation energy, Topt indicates the thermal optimum, and CTmax indicates 

the critical thermal limit. Coral and algae are presented in shades of red and green respectively. 

Dots indicate the estimate of the parameter and the error bars range the 95% CI. Different capital 

letters indicate significant differences at p < 0.05.   

Figure 3 | Temperature-dependent mortality of the five benthic species along a 

temperature gradient. Thermal threshold (LT50) reached when 50% of the organisms (indicated 

with a dashed line) died, with dots indicating the raw measurements, solid lines the fitted model 

and the grey area the 95%CI (a). Mean and the 95%CI of LT50 (b). Coral and algae are presented 

in shades of red and green respectively. 

Figure 4 | Live coral and algae cover (%) from video surveys performed in shallow coral 

reefs (0-15m) before and after the coral bleaching event in 2015 (light triangles and dark 

circles present surveys in 2014-2015 and 2017-2019, respectively). Coral bleaching (% of 

bleached coral colonies in the fall of 2015) was obtained from (Monroe et al., 2018; Osman et 

al., 2018) and depicted with black circles and triangles respectively (a). Coral (b) and algae (c) 

are presented in shades of red and green respectively. Open symbols indicate raw data collected 

at the transect level and solid symbols indicate the mean±SE. Algae cover includes erect 

macroalgae, encrusting algae and turf algae (more information on Table S5). A
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