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Abstract 

The pink pigeon (Nesoenas mayeri) is an endemic species of Mauritius that has made a remarkable 

recovery after a severe population bottleneck in the 1970s to early 1990s. Prior to this bottleneck, an 

ex situ population was established from which captive-bred individuals were released into free-living 

subpopulations to increase population size and genetic variation. This conservation rescue led to rapid 

population recovery to 400–480 individuals, and the species was twice down-listed on the 

International Union for the Conservation of Nature (IUCN) Red List. We analyzed the impacts of the 

bottleneck and genetic rescue on neutral genetic variation during and after population recovery (1993 

to 2008) with RAD sequencing, microsatellite analyses, and quantitative genetic analysis of studbook 

data of 1112 birds from zoos in Europe and the United States. We used computer simulations to study 

the predicted changes in genetic variation and population viability from the past into the future. 

Genetic variation declined rapidly, despite the population rebound, and the effective population size 

was approximately an order of magnitude smaller than census size. The species carried a high genetic 

load of circa 15 lethal equivalents for longevity. Our computer simulations predicted continued 

inbreeding will likely result in increased expression of deleterious mutations (i.e., a high realized 

load) and severe inbreeding depression. Without continued conservation actions, it is likely that the 

pink pigeon will go extinct in the wild within 100 years. Conservation rescue of the pink pigeon has 

been instrumental in the recovery of the free-living population. However, further genetic rescue with 

captive-bred birds from zoos is required to recover lost variation, reduce expression of harmful 

deleterious variation, and prevent extinction. The use of genomics and modeling data can inform 

IUCN assessments about the viability and extinction risk of species, and it helps to assess the 

conservation dependency of populations.  



Introduction 

The pink pigeon is an endemic species of Mauritius that experienced a population decline over several 

centuries due to habitat fragmentation and destruction and invasive species (Jones & Swinnerton 

1997; Jones et al. 2013). These factors reduced the free-living population to approximately 10 

individuals by 1990 (Jones et al. 2013) (Fig. 1). From 1976 to 1981, 12 individuals were taken from 

the last free-living population at Pigeon Wood to establish a captive breeding population at the Gerald 

Durrell Endemic Wildlife Sanctuary (GDEWS), Mauritius. The GDEWS gene pool has been 

intensively managed, with genetic diversity conserved through careful captive breeding and genetic 

supplementation with birds from the free-living subpopulations and the captive population in Jersey 

Zoo (United Kingdom) (Swinnerton et al. 2004; Jones et al. 2013).  

The GDEWS has been a source of genetic variation for the free-living metapopulation, and it 

was used to establish all current subpopulations, except for the subpopulation in Pigeon Wood, which 

survived in the wild in the 1970s (Swinnerton et al. 2004). The pink pigeon conservation program 

thus comprised reintroduction, demographic rescue, and genetic supplementation. After 4 decades of 

intensive management, the free-living metapopulation reached a near-stable size of around 400 

individuals in 2013 (Jones et al. 2013) (Fig. 1), resulting in its down-listing twice on the International 

Union for the Conservation of Nature (IUCN) Red List from critically endangered to vulnerable 

(BirdLife International 2018). However, the genomic consequences of the bottleneck and 

conservation programme have not been fully evaluated (but see, Swinnerton et al. 2004; Albeshr, 

2016; Ryan 2020). 

We studied the pink pigeon to evaluate the conservation impact and long-term population 

viability of this threatened species via RAD-sequencing and microsatellite genotyping data. We also 

estimated the genetic load of the captive population and used these data in several modelling 

approaches to forecast population viability and extinction risk under different conservation 

management scenarios. We considered the benefits of complementing the IUCN Red List assessment 

with assessment of the Green Status of Species (i.e., Grace et al. 2021) (IUCN 2021) by including 

genomics and modelling data, arguing that this would improve the evaluation of the conservation 

impact and management dependency of recovered species. 



 

Methods  

Genomic analyses 

Genome-wide genetic diversity of the free-living pink pigeon metapopulation was analysed by 

restriction site associated DNA sequencing (RAD-seq) of 175 birds from five subpopulations: Ile aux 

Aigrettes (IAA) (n=116), Plaine Lievre (PL) (n=12), Bel Ombre (BO) (n=12), Pigeon Wood (PW) 

(n=10), and Combo (CO) (n=25) sampled from 1994 to 2008. 

 The DNA from an individual that died naturally was used to construct PCR-free paired end 

libraries suitable for DISCOVAR de novo contig assembly (Weisenfeld et al. 2014). Size-selected 

Illumina Nextera Mate Pair library (Heavens et al. 2015) reads were classified with NextClip (Leggett 

et al. 2014) and the DISCOVAR contigs were scaffolded with SOAPdenovo (Li et al. 2010). The 

resulting assembly had an N50 of 8 Mbp and was 94.38% complete based on analyses with BUSCO 

3.1.0 (Waterhouse et al. 2018) of 4915 avian genes (aves_odb9 database) (details in Appendix S1). 

 Ethanol preserved blood was dried, redissolved in Tris-EDTA (TE) buffer solution buffer, 

and DNA extracted using the Agencourt GenFind V2 Blood & Serum Genomic DNA Isolation Kit. 

The RAD-seq libraries (SbfI digests) were constructed from each DNA sample (Hohenlohe et al. 

2010), and a custom Illumina recipe was used to for sequencing (details in Appendix S3). 

 We modified settings for Illumina’s BCL2FASTQ conversion script to account for the custom 

run metrics, and we used RADplex to demultiplex (Leggett et al. 2013). Reads containing the SbfI 

overhang were aligned to the pink pigeon genome with BWA-MEM (Li 2013), genotypes were called 

using SAMtools (Li et al. 2009), BCFtools (Li 2011), and VCFtools (Danecek et al. 2011). Genotype 

and studbook data were used in PLINK (Purcell et al. 2007) to exclude markers on sex chromosomes. 

SplitsTree 4 (Huson et al. 2008) generated a NeighbourNet network from 43,967 single nucleotide 

polymorphisms (SNPs) for relatedness scores (details in Appendix S3). 

 The pink pigeon genome was superscaffolded into pseudochromosomes by alignment to the 

reference genome of the zebra finch (Taeniopygia guttata) with RaGOO (1.1) (Alonge et al. 2019). 

We used VCFtools to convert genotype coordinates and BCFtools to calculate runs of homozygosity 



(ROH). ROH intervals were calculated in R, and heterozygosity was plotted per chromosome after the 

method of Kardos et al. (2018) (details in Appendix S1). 

 

Pedigree analyses 

A pedigree file (.PED; http://zzz.bwh.harvard.edu/plink/data.shtml#ped) recapitulating the families in 

the IAA population was created in a Jupyter notebook with the pandas framework (Mckinney 2011) 

and the graph-oriented networkx Python library (Hagberg et al. 2008). Briefly, the networkx library 

was used to create a directional graph of all known individuals, which was then traversed to obtain the 

12 different known families. 

 

Microsatellite DNA analyses  

A total of 659 birds, sampled from 1993 to 1997 (hereafter 1990s) and 2003to 2011 (2000s), were 

genotyped at 22 loci. The samples comprised 571 free-living birds from five subpopulations in 

Mauritius, 36 birds from the captive GDEWS in Mauritius, 25 birds from U.S. zoo collections, and 27 

birds from European zoos (Appendix S2). Mean unbiased expected heterozygosity (He) was 

calculated in GenAlEx 6.5 (Peakall & Smouse 2006) and allelic richness (Ar) was calculated using 

rarefaction. Effective population size (Ne) was calculated for the entire free-living metapopulation 

from the earliest year of sampling (1993) to the latest year (2010) and for each subpopulation for the 

two sample groups (1990s and 2000s) with the linkage disequilibrium method (LDM) in NeEstimator 

2.01 (Do et al. 2014). A minor allele threshold of Pcrit = 0.02 was applied to reduce bias (Waples & 

Do 2008), and 95% confidence intervals were calculated using the parametric option (Waples 2006). 

Genetic differentiation, FST and DJOST, between captive populations and subpopulations of 

pink pigeons of the 1990s and 2000s was calculated with GenAlEx (Peakall & Smouse 2006). A 

Bayesian clustering approach, in STRUCTURE 2.3.4 (Pritchard et al. 2000), was used to detect the 

most likely number of genetic clusters (K) among captive and wild subpopulations in the 1990s and 

2000s. The most likely number of clusters were identified by evaluating log likelihood and delta K 

scores (Evanno et al. 2005) and by calculating estimators based on a count of the number of 

independent clusters from user-defined groups (Puechmaille 2016) in Structure Selector (Li & Liu 

http://zzz.bwh.harvard.edu/plink/data.shtml#ped
http://zzz.bwh.harvard.edu/plink/data.shtml#ped


2018). Gene flow between subpopulations was calculated using a Bayesian approach in BayesAss 

(Wilson & Rannala 2003). 

We employed additional computer simulations coded in a Minitab 12.1 macro to evaluate the 

effects of genetic supplementation on microsatellite variation. Using 52 captive birds from Europe 

and the United States genotyped at 22 loci, we examined the impact of reintroducing a random 

subsample of those birds (n=5, 10, … 50) on the genetic variation in the combined gene pool of 64 

free-living pink pigeons sampled in 2010. We quantified the effects of reintroduction by analyzing the 

effective number of alleles (Ae) and the actual number of alleles (A).   

 

Genetic load 

The genetic load was calculated for adult birds that died from 1976 to 21 December 2018: 1112 birds 

out of 1308 birds in the studbook. The data were filtered in PMX's Genetic Module to include only 

captive-born birds with known inbreeding coefficients and known age at death. The genetic load was 

expressed as the number of lethal equivalents (LEs) and calculated using a logistic regression of (ln 

transformed) longevity of birds (number of days lived at death + 1) against inbreeding coefficient (F). 

The inbreeding coefficient was calculated based on studbook data with PMX 1.4.2 (Ballou et al. 

2011). The number of LEs was calculated using ln(longevity) = A – BF, 

where A is the intercept on the y-axis (i.e., the ln-transformed longevity of noninbred birds) and B, the 

slope of the regression line, equals the number of LEs in a haploid gamete. In a diploid individual, 2B 

equals the number of LEs (Frankham 2005). 

 

Vortex simulations to assess extinction risk 

To assess the mid- to long-term population viability of the free-living pink pigeon metapopulation, we 

used Vortex 10.1 (Lacy & Pollak 2014) to simulate 3 management scenarios. Scenario 1 represented 

the free-living metapopulation without supplementation. Scenario 2 (demographic rescue) represented 

introduction of birds from a hypothetical captive population with the same allele frequencies as the 

free-living metapopulation in Mauritius. Scenario 3 (genetic rescue) simulated the genetic 

supplementation of the metapopulation with individuals from the captive population containing novel 



alleles and a low mean kinship with the free-living metapopulation. We had no population genomic 

data on the captive source population with which to calculate kinship between captive and wild birds, 

and the relatedness between these gene pools may by higher than we assumed, which would reduce 

the impact of genetic rescue. Furthermore, our population genomic and quantitative genetic analyses 

were conducted using samples collected over 10 years ago, and the gene pool will have changed since 

then. Consequently, scenario 3 (genetic rescue) simulated a best-case scenario, and the actual impact 

of genetic rescue may be less than predicted here.  

Each scenario was run for 100 years and averaged across 1000 iterations. In the Vortex 

simulations, we assigned an inbreeding coefficient of F=0.15 for the free-living metapopulation 

(Swinnerton et al. 2004). Inbreeding depression was modelled for all scenarios based on the 

demography and biology of the pink pigeon (Appendix S3a). The model was parameterized with 

empirical data gathered from the long-term (~40 years) study of the pink pigeon. The following 

variables were most challenging to parameterize: carrying capacity (uncertainty), juvenile mortality 

(data were from a single subpopulation and applied to all subpopulations), number of lethal 

equivalents (estimated based on longevity data in captivity), and percentage of females with 1 

offspring (data from captive birds applied to the wild population). To ensure that the final model was 

robust, accurate, and useful, we explored the parameter space of these variables (Pe’er et al., 2013, 

Pacioni et al., 2017) with single-factor sensitivity tests in Vortex. We used scenario 1 as the baseline 

model, testing the impact of uncertainty in these parameters (Appendices S3l and S3m). Each 

sensitivity-test scenario was run for 1000 iterations over 100 years. To test for statistical significance 

between scenarios and evaluate the results of the sensitivity testing, the strictly standardized mean 

difference was calculated in VortexR 1.1.5 (Pacioni & Mayer 2017) in R 3.5.0 (R Core Team 2013). 

 

SLiM simulations to assess conservation dependency  

We performed individual-based forward simulations with SLiM 3.1 (Haller & Messer 2019) to 

examine the impact of different management regimes. We modelled neutral genetic variation and a 

genetic load of ~15 lethal equivalents, which simulated our empirical data. Details about the 

parameterization of the model are in Appendix S4. Briefly, we simulated an ancestral population of 



16,000 individuals (Ryan 2020) that had a slow population collapse followed by a severe recent 

bottleneck (Appendix S4). The simulated demographic trajectory was informed by the inferred (pre-

1980s) population size and recorded census trajectories from 1980 to 2020 (Appendix S4). The 

trajectories were maintained for another 100 years (to 2120) to simulate future dynamics. We 

modelled one wild population and one captive population founded by 12 individuals in 1976 that 

grew at the rate reported in GDEWS records until reaching an average of 120 individuals. 

Reproductive age, fecundity, and mortality were drawn from a distribution that reflected the 

productivity of pink pigeons in the wild and captivity (Appendix S4). This resulted in an average 

generation time of 3.5 simulation steps, similar to the generation time of the pink pigeon.  

We tested four scenarios after the population reached the bottom of the bottleneck: no growth, 

wild population remained at the bottleneck size;  demographic rescue, population increased to 400 

individuals as recorded in the wild population, but without contribution from the captive population; 

genetic rescue, wild population received translocations from the captive population but remained at a 

low size; and genetic and demographic rescue, which was most similar to the conservation rescue of 

the pink pigeon. Translocations occurred at rates reported by GDEWS until 2019 (Appendix S4a) and 

thereafter at random to capture the same dynamics (Appendix S4a). We recorded temporal changes in 

neutral nucleotide diversity and the realized load (i.e., the expressed deleterious mutations), expressed 

in lethal equivalents (Bertorelle et al. 2022). To incorporate the effects of extinction, replicates that 

went extinct before 2120 contributed zero values (π=0) to nucleotide diversity (neutral variation) in all 

years after population extinction. Extinct populations contributed a realized load identical to that 

recorded at the time of their extinction, and this load was used for all subsequent years. Due to the 

extremely high computational demands, we simulated only 40 replicates and report the 90% 

confidence limits of the summary statistics. Details on the SLiM model are in Appendix S4. 

 

Code availability 

See https://github.com/pink-pigeon-

conservation/Genomic_erosion_during_conservation_rescue  

https://github.com/pink-pigeon-conservation/Genomic_erosion_during_conservation_rescue
https://github.com/pink-pigeon-conservation/Genomic_erosion_during_conservation_rescue


 

Results 

Genetic drift  

Population genetic analysis of 43,967 loci revealed considerable geographic structure consistent with 

isolation by distance (regression: F1,8=42.14, p<0.001, R2 adjusted=82.1%) (Fig. 2a). However, this 

isolation-by-distance signal was caused by the IAA subpopulation on an isolated island. The IAA was 

the most distant subpopulation in our data set (Fig. 1a) and the most genetically diverged. When 

excluding the IAA, the isolation-by-distance signal disappeared (regression: F1,4=0.59, p=0.486).  

 The genetic differentiation between subpopulations increased over time, consistent with strong 

genetic drift (Fig. 2b). Genetic drift and inbreeding also caused a rapid loss of genome-wide 

heterozygosity in the IAA subpopulation in 2005–2008 (Appendix S3f); the observed heterozygosity 

(Ho) of 44 offspring (0.294) was significantly lower than that of the 20 parental birds (Ho=0.314) 

(Kruskal-Wallis test: H=10.72; df=1; p=0.001) (Fig. 2c). The 6.15% loss of heterozygosity in a single 

generation is expected for a population with Ne=7.6, which compares to a census subpopulation size 

(Nc) of 70 to 90 in those years and an Ne/Nc=0.084 to 0.109. Furthermore, the observed genome-wide 

heterozygosity declined steeply from 1994 to 2008 in the IAA subpopulation (Fig. 2d) and in other 

subpopulations (Appendices S3f and S3g).   

  

Demographic rescue 

From 1994 to 1996, 47 birds from GDEWS were translocated to form the IAA subpopulation (Fig. 

1c). Both RAD-seq data and pedigree data were available for 109 IAA birds, and we detected a 

significant relationship between the pedigree-calculated inbreeding coefficient and the genome-wide 

heterozygosity (regression: F1,108=45.02, p<0.0001, adjusted R2 =29.0%)  (Appendix S3g).  

Individuals that hatched between 1994 and 1999 were significantly less inbred than expected from a 

randomly mating population, and these birds showed an excess in Ho (FIS=-0.07059 [SE 0.00115]; 1-

sample  t test: t=-61.23, p<0.0001) (Fig. 2e). Individuals born from 2000 to 2004 were the offspring 

produced by random mating in the IAA subpopulation, and this cohort was in Hardy-Weinberg 

equilibrium. However, birds that hatched from 2005 to 2008 were more inbred and less heterozygous 



than expected from panmixia (mean FIS =0.00857 [0.00104]; t=8.25, p<0.0001) (Fig. 2e). This 

suggests that soon after supplementation stopped in 1996 (Fig. 1c), allele segregation returned to 

Mendelian proportions (Fig. 2e), after which inbreeding commenced (2005–2008). Meanwhile, 

genetic drift continued to erode variation in the IAA subpopulation.  

  

Gene flow and population bottleneck 

There was very limited genetic differentiation among subpopulations, as demonstrated by the low 

pairwise FST values, which ranged from 0.009 (PW vs. BO) to 0.053 (PL vs. IAA). This was further 

supported by a coancestry analyses (Appendix S3). The population genetic signature of the bottleneck 

was evident in the star-like structure of the network (extensive loops at the center) (Fig. 2f). The close 

relationship and genetic similarity of individuals across different subpopulations was illustrated by 

our DensiTree figure (Appendix S3j), which was characterized by a highly interconnected network 

with short terminal branches. The impact of inbreeding on genome-wide variation was perhaps best 

illustrated by runs of homozygosity (ROH) in the pink pigeon genome (Fig. 3). Highly inbred birds 

(F>0.25, i.e., a level of inbreeding higher than that after a single full-sib mating) had long ROH, 

occasionally spanning the length of nearly half a chromosome (Fig. 3).  

 

Population genetic analyses using microsatellite markers 

Expected heterozygosity and allelic richness declined by 8–16% and 6–12%, respectively, in all free-

living subpopulations from 1995 to 2011 (Appendix S2). The captive zoo populations diverged 

significantly from the free-living subpopulations. Not a single free-living or captive GDEWS bird 

from Mauritius was assigned to the zoo population clusters (Appendix S2). The estimates of Ne of 

each subpopulation dropped to Ne40 by 2010, when the Ne of the entire free-living metapopulation 

was fewer than 50 birds (Appendix S2). These Ne estimates corresponded well  with the total 

metapopulation size summed across subpopulations estimated using the RAD-seq data. Migration 

rates in the 1990s and 2000s were relatively low between subpopulations, which explained why 

genetic differentiation increased over time (Appendix S2). A simulation model showed that genetic 

supplementation with individuals from the captive populations in zoos substantially increased the 



number of microsatellite alleles and effective number of alleles in the free-living subpopulation in 

Mauritius (Appendix S2).  

 

Genetic load and Vortex simulations 

The captive population had a high genetic load of equal to a mean (5-95%CI) number of lethal 

equivalents (LEs) of 15.13 (10.00 - 20.25) LEs (Fig. 4). We parameterized Vortex using 15 lethal 

equivalents and simulated three management scenarios. Sensitivity testing showed that the model was 

relatively robust to fluctuations in parameterization (values <25% different to the baseline scenario), 

although three of the tested 34 scenarios resulted in significant difference in the abundance of birds by 

year 100 (see Appendix S3N). Scenario 1 (no supplementation) resulted in likely extinction in the 

wild within the next 50–100 years (Fig. 5). Scenario 2 (demographic rescue) reduced extinction risk 

(Fig. 5), but still, extinction was projected to occur within the next ~100 years. Under Scenario 3 

(demographic and genetic rescue) inbreeding depression was alleviated and the number of birds 

increased, thereby reducing extinction probability. Although Scenario 2 (demographic rescue) also 

appeared to improve the outcome for the pink pigeon population (Fig. 5), Scenario 3 was the only 

model that produced a result that was significantly different from the base scenario of no 

supplementation (Appendix S3e).  

Varying the level of inbreeding and genetic load on the 100-year extinction probability 

resulted in the population likely becoming extinct within the next 100 years (Fig. 6). In Figure 6, the 

level of inbreeding in 1995 was calculated using the IAA studbook data. The mean (5–95%CI) rate of 

inbreeding (ΔF=0.0615 (0.0239-0.1001) per generation was calculated by comparing the genome-

wide heterozygosity of 20 parents and their 44 offspring in the IAA. The level of inbreeding in 2020 

was calculated using F=1-(1-ΔF)t, with t the number of generations since 1995. The generation time 

was assumed to be 5.6 years. Due to the increase in inbreeding coefficient between 1995 (white bars) 

and 2020 (gray bars), extinction probability of the population also increased. 

 

Conservation dependency 



The SLiM simulations showed that the counterfactual scenario (no population growth) resulted in 

100% extinction before 2000, shortly after the bottleneck (Fig. 7). The demographic scenario also 

resulted in a high rate of extinction; in ~75% of all runs birds became extinct by 2000. Both scenarios 

had a high realized load, which caused populations to collapse. In contrast, both genetic rescue 

scenarios successfully reduced the realized load and extinction probability. Populations with genetic 

rescue but without population growth went extinct in 30% of all runs, and this scenario resulted in 

considerable erosion of genetic neutral variation (Fig. 7). The best scenario was a combination of 

genetic rescue and demographic rescue, corroborating the Vortex results. This scenario resembled the 

conservation rescue of the pink pigeon most closely. Although it too resulted in some extinctions 

(17.5%) and a drop in nucleotide variation compared with the ancestral population, the realized load 

returned (almost) to its pre-bottleneck state (Fig. 7).   

 

Discussion 

Four decades of intensive conservation management have increased the census population size of the 

free-living pink pigeon metapopulation in Mauritius from 12 to over 400 birds. Consequently, the 

species has been down-listed twice on the IUCN Red List. However, we found that the 

metapopulation continues to lose genetic variation at an alarming rate. This conclusion is supported 

by the population genetic analysis of both RAD-sequencing and microsatellite data. In addition, an 

analysis of longevity data of 1112 birds in zoos collected over four decades revealed a high genetic 

load of 15 lethal equivalents for this trait. Vortex simulations indicated that without renewed genetic 

rescue, the free-living population in Mauritius is likely to become extinct within the next 100 years. 

However, given the results of our sensitivity analysis and uncertainty about some parameter settings, 

the Vortex results should be interpreted with caution. Nevertheless, we can be relatively confident that 

extinction is likely if supplementation is stopped altogether (i.e., no demographic or genetic rescue). 

Furthermore, computer simulations indicated that genetic rescue from European and U.S. zoo 

populations could elevate the genetic variation. Computer simulations in SLiM (Haller & Messer 

2019) indicated that such renewed conservation action could also reduce the genetic load of expressed 

deleterious mutations (i.e., the realized load) (van Oosterhout 2020; Mathur & DeWoody 2021; 



Bertorelle et al. 2022) and improve the long-term viability of the species.  

 Inbreeding is difficult to avoid after a severe bottleneck and inevitably leads to genomic 

erosion. Some breeding pairs may be genetically incompatible, for example, parents with high mean 

kinship or with many recessive deleterious mutations at the same genetic loci. Such pairs may have 

failed to reproduce viable offspring, thus reducing Ne. Furthermore, early-released birds appear to 

have contributed more to the gene pool than birds that were released later in the recovery programme 

(Swinnerton et al. 2004). Such priority effect is well known (e.g., Monopolization Hypothesis, De 

Meester et al. 2002), but may be particularly pronounced in long-lived species that maintain breeding 

territories. Initial founder birds would have been able to establish themselves in the best territories, 

preventing newly arriving birds from breeding. Post-reproductive survival of females may have 

further exacerbated this skew in reproductive success; reproductively inactive pairs continued to 

occupy valuable breeding territories, preventing other birds from reproducing. Altogether, this could 

explain the significant variance in reproductive success, with a large proportion of chicks being 

produced by a few successfully breeding pairs (Swinnerton et al. 2004). Eventually, this process could 

have reduced the Ne and accelerated loss of genetic variation.  

Due to its large ancestral population size, the genome of the pink pigeon has accumulated a 

high genetic load of deleterious mutations. We estimated that the zoo population possesses circa 15 

lethal equivalents for longevity (adult survival). Given that the birds in this ex situ gene pool are 

closely related to individuals in the free-living metapopulation, we assume this is a reasonable 

approximation of the genetic load in the wild population. The species’ load for longevity is slightly 

higher than the average of 12 diploid lethal equivalents found across the life-history of bird and 

mammal species (O’Grady et al. 2006). Furthermore, its load is comparable to in two other 

bottlenecked bird populations: 10 to 15 lethal equivalents acting on chick and juvenile survival in the 

bottlenecked little spotted kiwi (Apteryx owenii) (Taylor et al. 2017) and 14 lethal equivalents for 

survival until fledging in the New Zealand hihi (Notiomystis cincta) (Brekke et al. 2010). A high 

genetic load poses a long-term threat to the viability of bottlenecked species. Genomics-informed 

conservation could help minimize genetic load in the future, during ex situ breeding and 

reintroduction programs (van Oosterhout 2020), and thus improve long-term viability. 



Species with a large ancestral population size tend to possess a high “masked load” or 

“potential load” of recessive deleterious mutations that have remained largely hidden from selection 

(Mathur & DeWoody 2021). Our SLiM simulations (Haller & Messer 2019) showed that recent and 

current inbreeding converted this masked load into a realized load (Bertorelle et al. 2022). These 

simulations also quantified the benefit of genetic rescue, illustrating the positive impact of a sustained 

release of captive-bred individuals from the GDEWS. Genetic rescue offered a 2-fold benefit: it has 

helped reduce the loss of genetic diversity, and it has minimized the realized load, thereby reducing 

the severity of inbreeding depression. Our results highlight that genetic rescue must be accompanied 

by demographic recovery for natural selection to be effective, enabling the purging of the realized 

load. The simulations indicated that reintroductions may need to continue to ensure long-term genetic 

benefits. Genetic rescue programmes might not be effective as a one-off solution to counteract genetic 

erosion. If only a few individuals are translocated, or if there is no demographic rescue, the benefits of 

genetic rescue may be very short lived. Such negative effects of single genetic-rescue events have 

been observed in Isle Royale wolves (Canis lupus) (Hedrick et al. 2019), Artic foxes (Vulpes lagopus) 

(Lotsander et al. 2021), and simulation studies (Kyriazis et al. 2021).  

In the case of the pink pigeon, there are further limitations to the benefits that genetic rescue 

can offer. The ex situ population at the GDEWS was founded by 12 individuals taken from one free-

living population from 1976 to 1981; consequently, its gene pool has been subjected to considerable 

genetic drift. However, given that we detected novel allelic microsatellite variation in zoos, the 

genetic diversity in the GDEWS can be enhanced by introducing birds from zoos, which could 

improve the effectiveness of genetic rescue in the future. However, the risks and benefits of such 

conservation action should be carefully considered for each species (e.g., Hohenlohe et al. 2019; Bell 

et al. 2019; Ralls et al. 2020; Teixeira & Huber 2021; Robinson et al. 2021). 

Our results indicated that the pink pigeon is still at a considerable risk of extinction. Although 

this is reflected in its most recent IUCN Red List assessment that classified the species as 

“vulnerable”, this evaluation does not highlight the high conservation dependency of the species. 

Criteria A to D of the IUCN Red List assessment cannot detect all possible threats, particularly to 

populations that are well managed and benefit (demographically) from releases of captive-bred 



individuals. By focusing on population size, changes in demography, habitat fragmentation, and 

geographic range size (IUCN criteria A–D) and not explicitly assessing genomic erosion, the IUCN 

potentially underestimates the extinction risk in such cases. Evidence of genomic erosion can be used 

in quantitative analyses of extinction probability (IUCN assessment criterion E), but unfortunately, 

this criterion is rarely used when evaluating the extinction risk of birds (Appendix S3k) (Collen et al. 

2016 ). Until recently, there have been relatively few species for which genomic data are available 

that would allow robust quantitative analyses.  

Nevertheless, we do not call for a reassessment or uplisting of the IUCN Red List status of the 

pink pigeon. Considerable resources have been dedicated to enable the analyses summarized in this 

study, and this is only feasible for few threatened species. Given that the IUCN assessment criteria 

must remain similar across species (and over time), one should not apply scientific tools with higher 

sensitivity for just a small subset of species. Increasingly, calls are made to integrate genetics in IUCN 

assessment (e.g., Garner et al. 2020). However, unless these techniques can be applied ubiquitously, it 

risks biasing the sensitivity of the assessment in favor of a few flagship species for which such 

analyses are feasible, undermining the comparability of entries on the IUCN Red List. Genomic 

analyses can significantly enhance conservation assessments for many threatened species, and such 

data must be incorporated in a set of standardized metrics to help guide conservation when possible. 

Crucially, these metrics need to be uncomplicated so that they can be understood and applied by the 

entire conservation community (van Oosterhout 2021). 

We propose that the recently developed IUCN Green Status of Species (Akçakaya et al., 

2018; IUCN 2021; Grace et al. 2021), a new component of IUCN assessments, offers a perfect 

platform for use of modelling and genomic data to inform the assessment of species conservation 

status. The Green Status of Species is determined based on a species’ recovery and conservation 

impact (Akçakaya et al., 2018; IUCN 2021; Grace et al. 2021), and recovery is assigned a score (i.e., 

green score) that quantifies a species’ viability and functionality. Given that the Green Status 

assessment is novel and still under development, changes to its assessment protocol are more easily 

incorporated. As such, it can readily accommodate insights from modern genomic analyses, 

bioinformatics, and computer models. These are more sensitive than the genetic analyses available in 



1994 and 2000, at the time that the current set of IUCN Red List rules were adopted and modified 

(Mace et al. 2008). Because only 181 species have been evaluated preliminarily with the green status 

protocol (Grace et al. 2021), compared with ~150,000 species on the IUCN Red List, the inclusion of 

genomic data is a more feasible proposition. Most importantly, Green Status assessment is an 

indicator of progress toward species’ recovery and ecological functionality (Akçakaya et al. 2018), 

and the genomic health of the individuals and populations forms part of that journey toward full 

recovery.  

 

Acknowledgements 

We thank the National Parks and Conservation Service in Mauritius for their permission and support 

for this study, the Mauritius Wildlife Foundation and all the staff and volunteers who worked on this 

species over the years. We also thank Durrell Conservation Wildlife Trust in Jersey for providing 

invaluable information and G. Horsburgh for microsatellite development. Sequencing was performed 

by the Genomics Pipeline Group at Earlham Institute (EI) with support from the UK Research and 

Innovation (UKRI) Biotechnology and Biological Sciences Research Council (BBSRC). Research at 

EI was funded by the following grants: BBS/E/T/000PR6193, BBS/E/T/000PR5885, 

BBS/E/T/000PR9818, and BBS/E/T/000PR9816. H.M was funded by an EMBO fellowship (grant 

1111-2018) and the European Union's Horizon 2020 research and innovation program under Marie 

Skłodowska‐Curie (grant 840519). C.v.O. was awarded the Royal Society International Collaboration 

Awards 2020 (ICA\R1\201194). S.A.S. was awarded an ARIES NERC DTP studentship. S.T. was 

funded by NERC studentship NE/F01290X/1.  L.V. was funded by BBSRC BB/P010768/2, C.R. was 

funded by NERC (ENVEast DTP) PhD studentship NE/L002582/1, M.A. was funded by a King Saud 

University award.  

 

Supporting Information 

Additional supporting information may be found in the online version of the article at the publisher’s 

website.  



 

 

Literature cited 

Akçakaya, H.R., Bennett, E.L., Brooks, T.M., Grace, M.K., Heath, A., Hedges, S., Hilton-Taylor, C., 

Hoffmann, M., Keith, D.A., Long, B., Mallon, D.P., Meijaard, E., Milner-Gulland, E.J., Rodrigues, 

A.S.L., Rodriguez, J.P., Stephenson, P.J., Stuart, S.N. & Young, R.P. (2018) Quantifying species 

recovery and conservation success to develop an IUCN Green List of Species. Conservation Biology 

32, 1128–1138. 

 

Albeshr, M. (2016) Conservation biology and genomics of a flagship endangered species: the 

Mauritian pink pigeon Nesoenas mayeri (Doctoral dissertation, University of East Anglia). 

 

Alonge, M., Soyk, S., Ramakrishnan, S., Wang, X., Goodwin, S., Sedlazeck, F.J., Lippman, Z.B., 

Schatz, M.C. (2019) RaGOO: fast and accurate reference-guided scaffolding of draft genomes. 

Genome Biology 20, 1-17. 

 

Andrews, S. (2010) FastQC: A quality control tool for high throughput sequence data. Babraham 

Institute, Cambridge. Available from https://www.bioinformatics.babraham.ac.uk/projects/fastqc/ 

(accessed December 2013). 

 

Aronesty, E. (2011) ea-utils : Command-line tools for processing biological sequencing data. 

University of Florida, Gainesville. Available from https://github.com/ExpressionAnalysis/ea-utils 

(accessed December 2013). 

 

Baird, N.A., Etter, P.D., Atwood, T.S., Currey, M.C., Shiver, A.L., Lewis, Z.A., Selker, E.U., Cresko, 

W.A. & Johnson, E.A. (2008) Rapid SNP discovery and genetic mapping using sequenced RAD 

markers. PLoS One 10, p.e.3376. 

 



Ballou, J.D., Lacy, R.C. & Pollak, J.P. (2011) PMx: Software for demographic and genetic analysis 

and management of pedigreed populations (Version 1.0). Chicago Zoological Society, Brookfield. 

Available from http://www.vortex9.org/PMx.html (accessed January 2019). 

 

Bell, D.A., Robinson, Z.L., Funk, W.C., Fitzpatrick, S.W., Allendorf, F.W., Tallmon, D.A. 

& Whiteley, A.R. (2019) The exciting potential and remaining uncertainties of genetic rescue. Trends 

in Ecology & Evolution 34, 1070– 1079. 

 

Berec, L., Angulo, E. & Courchamp, F. (2007) Multiple allee effects and population management. 

Trends in Ecology and Evolution 22, 185-191. 

 

Bertorelle, G., Raffini, F., Bosse, M., Bortoluzzi, C., Iannucci, A., Trucchi, E., Morales, H. E. & van 

Oosterhout, C. (2022). Genetic load: genomic estimates and applications in non-model animals. 

Nature Review Genetics: https://doi.org/10.1038/s41576-022-00448-x 

 

BirdLife International (2018) Nesoenas mayeri. The IUCN Red List of Threatened Species. 

 

Bortoluzzi, C., Bosse, M., Derks, M.F., Crooijmans, R.P., Groenen, M.A. & Megens, H.J., (2020) The 

type of bottleneck matters: insights into the deleterious variation landscape of small managed 

populations. Evolutionary applications 13, 330-341. 

 

Bouckaert, R.R. (2010) DensiTree: making sense of sets of phylogenetic trees. Bioinformatics 26, 

1372-1373. 

 

Brekke, P., Bennett, P.M., Wang, J., Pettorelli, N. & Ewen, J.G., (2010) Sensitive males: inbreeding 

depression in an endangered bird. Proceedings of the Royal Society B: Biological Sciences 277, 3677-

3684. 

 



Bunbury, N., Jones, C.G., Greenwood, A.G. & Bell, D.J. (2008) Epidemiology and conservation 

implications of Trichomonas gallinae infection in the endangered Mauritian pink pigeon. Biological 

Conservation 141, 153-161. 

 

Chaudhary, V. & Oli, M.K. (2020) A critical appraisal of population viability analysis. Conservation 

Biology 34, 26-40. 

 

Collen, B., Dulvy, N.K., Gaston, K.J., Gärdenfors, U., Keith, D.A., Punt, A.E., Regan, H.M., Böhm, 

M., Hedges, S., Seddon, M. & Butchart, S.H. (2016) Clarifying misconceptions of extinction risk 

assessment with the IUCN Red List. Biology Letters 12, p20150843. 

 

Danecek, P., Auton, A., Abecasis, G., Albers, C.A., Banks, E., DePristo, M.A., Handsaker, R.E., 

Lunter, G. & Marth, G.T. (2011) The variant call format and VCFtools. Bioinformatics 27, 2156-

2158. 

 

De Meester, L., Gómez, A., Okamura, B. & Schwenk, K., (2002) The monopolization hypothesis and 

the dispersal–gene flow paradox in aquatic organisms. Acta Oecologica 23, 121-135. 

 

Díez-del-Molino, D., Sánchez-Barreiro, F., Barnes, I., Gilbert, M.T.P. & Dalén, L., (2018) 

Quantifying temporal genomic erosion in endangered species. Trends in Ecology and Evolution 33, 

176-185. 

 

Do, C., Waples, R.S., Peel, D., Macbeth, G.M., Tillett, B.J. & Ovenden, J.R. (2014) NeEstimator v2: 

re-implementation of software for the estimation of contemporary effective population size (Ne) from 

genetic data. Molecular Ecology Resources 14, 209-214. 

 

Evanno, G., Regnaut, S. & Goudet, J. (2005) Detecting the number of clusters of individuals using the 

software STRUCTURE: a simulation study. Molecular Ecology 14, 2611-2620. 



 

Ewers, R.M. & Didham, R.K. (2006) Confounding factors in the detection of species responses to 

habitat fragmentation. Biological reviews of the Cambridge Philosophical Society 81, 117-142. 

 

Fagan, W.F. & Holmes, E.E. (2006) Quantifying the extinction vortex. Ecology letters 9, 51-60. 

 

Frankham, R. (2005) Genetics and extinction. Biological Conservation 126, 131-140. 

 

Frankham, R. (2015) Genetic rescue of small inbred populations: meta-analysis reveals large and 

consistent benefits of gene flow. Molecular Ecology 24, 2610-2618. 

 

Gilroy, D.L., Phillips, K.P., Richardson, D.S. & Van Oosterhout, C. (2017) Toll‐like receptor 

variation in the bottlenecked population of the Seychelles warbler: Computer simulations see the 

‘ghost of selection past’ and quantify the ‘drift debt’. Journal of Evolutionary Biology 30, 1276-1287. 

 

Grace, M.K., Akçakaya, H.R., Bennett, E.L., Brooks, T.M., Heath, A., Hedges, S., Hilton‐Taylor, C., 

Hoffmann, M., Hochkirch, A., Jenkins, R. & Keith, D.A. et al. (2021) Testing a global standard for 

quantifying species recovery and assessing conservation impact. Conservation Biology 35, 1833-

1849. DOI: 10.1111/cobi.13756   

 

Hedrick, P.W., & Garcia-Dorado, A. (2016) Understanding inbreeding depression, purging, and 

genetic rescue. Trends in Ecology & Evolution 31, 940–952.  

 

Hagberg, A., Schult, D. & Swart, P. (2008) Exploring network structure, dynamics, and function 

using NetworkX. In Proc. 7th Python in Science Conference (SciPy2008) (Eds Varoquaux, G. et al.) 

11–15. https://conference.scipy.org/proceedings/scipy2008/paper_2/full_text.pdf. 

 

https://conference.scipy.org/proceedings/scipy2008/paper_2/full_text.pdf


Haller, B.C. & Messer, P.W. (2019) SLiM 3: Forward genetic simulations beyond the Wright–Fisher 

model. Molecular Biology and Evolution 36, 632-627. 

 

Heavens, D., Accinelli, G., Clavijo, B. & Clark, M.D. (2015) A method to simultaneously construct 

up to 12 differently sized Illumina Nextera long mate pair libraries with reduced DNA input, time, 

and cost. Biotechniques 59, 42-45. 

 

Hedrick, P.W., Robinson, J.A., Peterson, R.O. & Vucetich, J.A. (2019) Genetics and extinction and 

the example of Isle Royale wolves. Animal Conservation 22, 302-309. 

 

Hohenlohe, P.A., Bassham, S., Etter, P.D., Stiffler, N., Johnson, E.A. & Cresko, W.A. (2010) 

Population genomics of parallel adaptation in threespine stickleback using sequenced RAD tags PLoS 

Genetics 6, e10000862. 

 

Hohenlohe, P.A., McCallum, H.I., Jones, M.E., Lawrance, M.F., Hamede, R.K. & Storfer, A. (2019) 

Conserving adaptive potential: lessons from Tasmanian devils and their transmissible 

cancer. Conservation Genetics 20, 81-87. 

 

Huson, D.H. & Bryant, D. (2005) Application of phylogenetic networks in evolutionary studies. 

Molecular Biology and Evolution 23, 254-267. 

 

IUCN Standards and Petitions Subcommittee. Guidelines for using the IUCN red list categories and 

criteria. (2017) IUCN Global Species Programme Red List Unit, Cambridge. Available from 

https://www.iucnredlist.org/resources/redlistguidelines 

 

IUCN (2021). IUCN Green Status of Species: A global standard for measuring species recovery and 

assessing conservation impact. Version 2.0. Gland, Switzerland: IUCN. 

 

https://www.iucnredlist.org/resources/redlistguidelines


Jones, C.G. & Swinnerton, K.J. (1997) A summary of conservation status and research for the 

Mauritius kestrel Falco punctatus, pink pigeon Columba mayeri and echo parakeet Psittacula eques. 

Dodo - Journal of the Wildlife Preservation Trusts 33:72–75. 

 

Jones, C.G. (2013) Pink Pigeon Nesoenas mayeri. Pages 484-489 in Safford, R., Hawkins, F., editors. 

The birds of Africa: Volume VIII: The Malagasy Region: Madagascar, Seychelles, Comoros, 

Mascarenes. 1st edition. Christopher Helm, London. 

 

Kardos, M., Åkesson, M., Fountain, T., Flagstad, Ø., Liberg, O., Olason, P., Sand, H., Wabakken, P., 

Wikenros, C. & Ellegren, H. (2018) Genomic consequences of intensive inbreeding in an isolated 

wolf population. Nature Ecology and Evolution 2, 124-131. 

 

Kardos, M., Armstrong, E., Fitzpatrick, S. W., Hauser, S., Hedrick, P., Miller, J.  & Funk, W. C. 

(2021) The crucial role of genome-wide genetic variation in conservation. bioRxiv.  

 

Kawakami, T., Smeds, L., Backström, N., Husby, A., Qvarnström, A., Mugal, C.F., Olason, P. & 

Ellegren, H.  (2014) A high density linkage map enables a second generation collared flycatcher 

genome assembly and reveals the patterns of avian recombination rate variation and chromosomal 

evolution. Molecular Ecology 23, 4035-4085. 

 

Kirkpatrick, M. & Jarne, P., (2000) The effects of a bottleneck on inbreeding depression and the 

genetic load. The American Naturalist 155, 154-167. 

 

Kyriazis, C.C., Wayne, R.K. & Lohmueller, K.E. (2021) Strongly deleterious mutations are a primary 

determinant of extinction risk due to inbreeding depression. Evolution Letters 5, 33–47. 

 

Lacy, R.C. & Pollak, J.P. (2014) Vortex: A stochastic simulation of the extinction process. Version 

10.0. Chicago Zoological Society, Brookfield. Available from http://www.vortex9.org/PMx.html. 

http://www.vortex9.org/PMx.html


 

Lacy, R.C., P.S. Miller, & K. Traylor - Holzer. (2017) Vortex 10 User’ s Manual. IUCN SSC 

Conservation Breeding Specialist Group, and Chicago Zoological Society, Apple Valley, Minnesota, 

USA 

 

Leberg, P.L. & Firmin, B.D. (2008) Role of inbreeding depression and purging in captive breeding 

and restoration programmes. Molecular Ecology 17, 334-343. 

 

Leggett, R.M., Ramirez-Gonzalez, R.H., Clavijo, B.J., Waite, D. & Davey, R.P. (2013) Sequencing 

quality assessment tools to enable data-driven informatics for high throughput genomics. Frontiers in 

Genetics 4, 288. 

 

Leggett, R.M., Clavijo, B.J., Clissold, L., Clark, M.D. & Caccamo, M. (2014) NextClip: an analysis 

and read preparation tool for Nextera Long Mate Pair libraries. Bioinformatics 30, 566-568. 

 

Li, H., Handsaker, B., Wysoker, A., Fennell, T., Ruan, J., Homer, N., Marth, G., Abecasis, G. & 

Durbin, R. (2009) The sequence alignment/map format and SAMtools. Bioinformatics 25, 2078-2079. 

 

Li, H. (2011) A statistical framework for SNP calling, mutation discovery, association mapping and 

population genetical parameter estimation from sequencing data. Bioinformatics 27, 2987-2993.  

 

Li, H. (2013) Aligning sequence reads, clone sequences and assembly contigs with BWA-MEM. 

arXiv preprint arXiv:1303.3997v2. 

 

Li, R., Fan, W., Tian, G., Zhu, H., He, L., Cai, J., Huang, Q., Cai, Q., Li, B., Bai, Y. & Zhang, Z. 

 (2010) The sequence and de novo assembly of the giant panda genome. Nature 463, 311-317.  

 



Li, Y.L. & Liu, J.X. (2018) StructureSelector: A web-based software to select and visualize the 

optimal number of clusters using multiple methods. Molecular Ecology Resources 18, 176-177. 

 

Lischer, H.E. & Excoffier, L. (2012) PGDSpider: an automated data conversion tool for connecting 

population genetics and genomics programs. Bioinformatics 28, 298-299. 

 

Lotsander A., Hasselgren M., Larm M., Wallén J., Angerbjörn A., Norén K., 2021. Low persistence 

of genetic rescue across generations in the Arctic fox (Vulpes lagopus).  Journal of Heredity 112, 

276–285.  

 

Mace, G.M., Collar, N.J., Gaston, K.J., Hilton‐Taylor, C., Akçakaya, H.R., Leader‐Williams, N., 

Milner‐Gulland, E.J. & Stuart, S.N. (2008) Quantification of extinction risk: IUCN's system for 

classifying threatened species. Conservation Biology 22, 1424-1442. 

 

Malinsky, M., Trucchi, E., Lawson, D.J. & Falush, D. (2018) RADpainter and fineRADstructure: 

population inference from RADseq data. Molecular Biology and Evolution 35, 1284-1290. 

 

Mathur, S. & DeWoody, J.A. (2021) Genetic load has potential in large populations but is realized in 

small inbred populations. Evolutionary Applications 14, 1540-1557. 

 

Mckinney, W. (2011) Pandas: a foundational python library for data analysis and statistics. Python for 

High Performance and Scientific Computing 14, 1-9. 

 

Morton, N.E., Crow, J.F. & Muller, H.J. (1956) An estimate of the mutational damage in man from 

data on consanguineous marriages. Proceedings of the National Academy of Sciences of the United 

States of America 11, 855. 

 



O’Grady, J.J., Brook, B.W., Reed, D.H., Ballou, J.D., Tonkyn, D.W. & Frankham, R. (2006) Realistic 

levels of inbreeding depression strongly affect extinction risk in wild populations. Biological 

Conservation 133, 42-51. 

 

Pacioni, C., Mayer, R. (2017) vortexR: an R package for post vortex simulation analysis. Methods in 

Ecology and Evolution 8, 1477-1481. 

 

Pacioni, C., Williams, M.R., Lacy, R.C., Spencer, P.B. & Wayne A.F. (2017) Predators and genetic 

fitness: key threatening factors for the conservation of a bettong species. Pacific Conservation 

Biology 23, 200-212. 

 

Pe’er, G., Matsinos, Y.G., Johst, K., Franz, K.W., Turlure, C., Radchuk, V., Malinowska, A.H., 

Curtis, J.M., Naujokaitis-lewis, I., Wintle, B.A. & Henle, K. (2013) A protocol for better design, 

application, and communication of population viability analyses. Conservation Biology 27, 644-656.  

 

Peakall, R. & Smouse, P.E. (2006) Genalex 6: genetic analysis in Excel. Population genetic software 

for teaching and research. Molecular Ecology Notes 6, 288-295. 

 

Pimm, S.L., Dollarm L, & Bass, O.L. (2006) The genetic rescue of the Florida panther. Animal 

Conservation 9, 115-122. 

 

Pritchard, J.K., Stephens, M. & Donnelly, P. (2000) Inference of population structure using 

multilocus genotype data. Genetics 155, 945-959. 

 

Puechmaille, S.J. (2016) The program structure does not reliably recover the correct population 

structure when sampling is uneven: subsampling and new estimators alleviate the problem. Molecular 

Ecology Resources 16, 608-627. 

 



Purcell, S., Neale, B., Todd-Brown, K., Thomas, L., Ferreira, M.A., Bender, D., Maller, J., Sklar, P., 

De Bakker, P.I., Daly, M.J & Sham, P.C. (2007) PLINK: a tool set for whole-genome association and 

population-based linkage analyses. American Journal of Human Genetics 81, 559-575. 

 

R Core Team. 2018. R: A language and environment for statistical computing. R foundation for 

statistical computing, Austria. Available from https://www.R-project.org/ (accessed December 2013). 

 

Ralls, K., Sunnucks, P., Lacy, R.C. & Frankham, R. (2020) Genetic rescue: a critique of the evidence 

supports maximizing genetic diversity rather than minimizing the introduction of putatively harmful 

genetic variation. Biological Conservation 251, 108784.  

 

Robinson, Z.L., Bell, D.A., Dhendup, T., Luikart, G., Whiteley, A.R. & Kardos, M. (2021) Evaluating 

the outcomes of genetic rescue attempts. Conservation Biology 35, 666-677. 

 

Ryan, C.E. (2020) Better tools, better resources, better conservation: integrating genome data into the 

conservation of the pink pigeon Nesoenas mayeri. (Doctoral dissertation, University of East Anglia). 

 

Sax, D.F. & Gaines, S.D. (2003) Species diversity: from global decreases to local increases. Trends in 

Ecology and Evolution 18, 561-566. 

 

Swinnerton, K.J., Groombridge, J.J., Jones, C.G., Burn, R.W. & Mungroo, Y. (2004) Inbreeding 

depression and founder diversity among captive and free-living populations of the endangered pink 

pigeon Columba mayeri. Animal Conservation 7, 353-364. 

 

Swinnerton, K.J., Greenwood, A.G., Chapman, R.E. & Jones, C.G. (2005) The incidence of the 

parasitic disease trichomoniasis and its treatment in reintroduced and wild pink pigeons Columba 

mayeri. Ibis 147, 772-782. 

 



Taylor, H.R., Colbourne, R.M., Robertson, H.A., Nelson, N.J., Allendorf, F.W. & Ramstad, K.M. 

(2017) Cryptic inbreeding depression in a growing population of a long‐lived species. Molecular 

Ecology 26, 799-813. 

 

Teixeira, J.C. & Huber, C.D. (2021) The inflated significance of neutral genetic diversity in 

conservation genetics. Proceedings of the National Academy of Sciences, 118. 

 

Thomas, C.D., Cameron, A., Green, R.E., Bakkenes, M., Beaumont, L.J., Collingham, Y.C., Erasmus, 

B.F., De Siqueira, M.F., Grainger, A., Hannah, L. & Hughes, L. (2004) Extinction risk from climate 

change. Nature 427, 145-148.  

 

Van Oosterhout, C. (2020) Mutation load is the spectre of species conservation. Nature Ecology & 

Evolution 4, 1004-1006. 

 

Van Oosterhout, C. (2021) Conservation genetics: 50 years and counting. Conservation Letters 14, 

e12789.  

 

Waples, R.S. (2006) A bias correction for estimates of effective population size based on linkage 

disequilibrium at unlinked gene loci. Conservation Genetics 7, 167. 

 

Waples, R.S. & Do C. (2008) ldne: a program for estimating effective population size from data on 

linkage disequilibrium. Molecular Ecology Resources 8, 753-756. 

 

Waterhouse, R.M., Seppey, M., Simão, F.A., Manni, M., Ioannidis, P., Klioutchnikov, G., 

Kriventseva, E.V. & Zdobnov, E.M. (2018) BUSCO applications from quality assessments to gene 

prediction and phylogenomics. Molecular Biology and Evolution 35, 543-548. 

 



Weisenfeld, N.I. Yin, S., Sharpe, T., Lau, B., Hegarty, R., Holmes, L., Sogoloff, B., Tabbaa, D., 

Williams, L., Russ, C. & Nusbaum, C. (2014) Comprehensive variation discovery in single human 

genomes. Nature Genetics 46, 1350-1355. 

 

Wilson, G.A., Rannala, B. (2003) Bayesian inference of recent migration rates using multilocus 

genotypes. Genetics 163, 1177-1191. 

  



Fig. 1 (a) Location of 5 subpopulations of pink pigeon (pictured) on Mauritius in 2008 (squares) 

(black polygon, Black River Gorges National Park; shading, forest; inset, adult bird); (b) population 

size, derived from field monitoring, of the free-living Mauritius pink pigeon population over time 

(bottleneck and recovery); and (c) number of captive-bred pink pigeons released in the Ile aux 

Aigrettes (IAA) population and in other free-living populations during the species recovery program. 

 

 

Fig. 2. Relationship between genetic divergence (pairwise FST) and (a) geographic distance between 

populations (regression: F1,8=42.14, p<0.001, R2=84.0%) and (b) genetic divergence (mean and SE) 

between the Ile aux Aigrettes (IAA) population and Bel Ombre, Combo, Pigeon Wood, and Plaine 

Lievre populations of pink pigeon over time; (c) observed heterozygosity (Ho) between the parent 

(Ho=0.314) and offspring (Ho=0.294) generations over time, based on RAD-seq data, in the IAA 

population of pink pigeons;  (d) heterozygosity in birds hatched from 1994 to 2008, based on RAD-

seq data, in the IAA population (regression: F1,73=21.41, p<0.001, R2=22.7%); and (e) temporal 

change in inbreeding coefficient (FIS) (mean and SE) (i.e., observed heterozygosity) for pink pigeons 

from the Ile aux Aigrettes (IAA) population.  (f) Neighbour-net network of 133 pink pigeon samples. 

Tips are colored by population.  

 

Fig. 3. Runs of Homozygosity (ROH) in the pink pigeon genome across chromosome scaffolds 1 to 

27.  Highly inbred individuals (Froh > 0.25, i.e., a level of inbreeding higher than after a single full sib 

mating) show long ROH, occasionally spanning the length of nearly half a chromosome. Numbers 

and letters above Froh refer to pink pigeon identification number in the studbook. 

 

Fig. 4. Longevity of a pink pigeon (in days) relative to its inbreeding coefficient (F1, 1111=33.550; 

p<0.0001). The mean (5-95%CI) number of lethal equivalents (LEs) equals 15.13 (10.00 - 20.25) 

LEs. 

 



Fig. 5. Predicted mean (SE) census population size (N) over 1000 iterations of free-living pink 

pigeons modeled in Vortex (Lacy & Pollak 2014) for each year of the model and 3 management 

scenarios (black line, scenario 1 [i.e., no supplementation]; dark gray line, scenario 2 demographic 

rescue [i.e., populaiton supplementation with hypothetical gene pool similar to the free-living 

metapopulation]; light gray line, scenario 3 genetic rescue [i.e., supplementation with zoo-bred 

captive birds]). The supplementation regimes for scenarios 2 and 3 are identical; that is, 10 birds for 

each subpopulaiton every 5 years.  

 

Fig. 6. Relationship between the genetic load (expressed in lethal equivalents [LEs]), inbreeding 

coefficient (F), and the probability of extinction after 100 years for the free-living population of pink 

pigeon modeled in Vortex (Lacy & Pollak 2014). The population increased in mean (5-95% CI) 

inbreeding coefficient between 1995 (white bars) and 2020 (gray bars), which also increased its 

extinction probability. 

 

Fig. 7. Mean (lines) and standard deviation (shading) of (a) nucleotide diversity; (b)  the fitness effect 

of the genetic load; and (c) inbreeding coefficient based on the length of long (>1 Mb) runs of 

homozygosity (FROH) across replicates in genomic simulations with SLiM (Haller & Messer 2019) of 

the free-living pink pigeon population. The simulated population experienced a severe bottleneck and 

was subjected to different management scenarios: no growth (green), demographic rescue (red), and 

genetic rescue (blue).  
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