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Abstract 
Carex pilulifera L., a perennial herb native to Europe, was recently introduced and 
found in subalpine vegetation of Reunion Island. In this study, we assessed the 
current distribution and cover of C. pilulifera within the subalpine vegetation (Piton 
des Neiges and Piton de la Fournaise) of the National Park of Reunion. We used 
GLM models to analyse relationships between C. pilulifera and habitat, disturbance 
type, and proximity to fodder and grazing areas. We evaluated the potential distribution 
of C. pilulifera using species distribution models. Presence of C. pilulifera was 
only found on Piton de la Fournaise with a mean cover of 16.6% (where present). 
Carex pilulifera was the fourth most observed alien species (27% of all observations). 
According to the SDM, it could also occur in Piton des Neiges but was not found. 
Carex pilulifera was significatively more present in subalpine grasslands and close 
to grazing and fodder areas. We believed fodder and grazing areas to be the introduction 
pathways of this species. This study confirmed the status of C. pilulifera as an invasive 
species in the subalpine vegetation of Reunion Island which comprises a high level 
of plant endemism. We suggest that management should primarily focus on surveying 
potentially suitable areas in Piton des Neiges to eradicate new introduction and to 
control the species within high biodiversity areas in Piton de la Fournaise. 

Key words: plant invasion, habitat preferences, mountain ecosystems, Mascarene 
archipelago, tropical oceanic islands 

   
Introduction 

Introductions of alien species outside their native range are rapidly increasing 
and are one of the most significant factors contributing to the reduction of 
native biodiversity (Johnson et al. 2017). Invasive alien plants (IAS) have direct 
and indirect impacts on ecosystem diversity and functioning, economics 
and human health (Blackburn et al. 2014; Pyšek et al. 2020). To limit the 
ongoing spread of IAS beyond their native range and to direct control actions, 
it is essential to identify alien species early, and to evaluate and predict their 
spread and their effects on biodiversity (Aikio et al. 2010). 
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Herbaceous species are known to possess several characteristics associated 
with invasiveness such as increased competition, reproduction, and survival 
(Grime 1973). Indeed, their vegetative reproductive system allows them to 
exploit resources such as water or nutrients, to the detriment of other 
species (Antonio and Vitousek 1992; Cabin et al. 2002). Invasive alien 
herbaceous species have been reported to increase soil nitrogen availability 
and cycling rates (Hawkes et al. 2005; Blank 2008; Wolkovich et al. 2010) 
due to faster N turnover (Castro-Díez et al. 2014). Many herbaceous 
invaders have a relatively high growth rate and can form dense 
monospecific stands (Wavrek et al. 2017). 

The Carex genus belongs to the Cyperaceae family and contains more 
than 2000 herbaceous species (Starr et al. 2009). Among these, 34 species 
are listed as invasive (CABI 2022). For example, Carex kobomugi Ohwi is 
known to be invasive in the United States with impacts on habitats (e.g., 
reduction of sand dune) and biodiversity (e.g., on rare species) (Burkitt and 
Wootton 2011; CABI 2022). However, impacts have not been assessed for all 
alien Carex species (CABI 2022). Lack of knowledge of this genus can be 
partly explained by the morphological similarity between the different 
species of Carex which makes identification difficult (Starr et al. 2009). 

Carex pilulifera L., 1753 is a species native to Europe, whose habitat is 
restricted to hills and mountains. It is found in dry grasslands, close 
heathlands, and woodlands (especially in forest clearings or along trails), 
on neutral to acidic soil (Kjellsson 1985). Carex pilulifera is a perennial 
hemicryptophyte herb, allowing it to survive during unfavourable conditions. 
Being cespitose, this species often forms dense tussocks. The culms are 
hollow and triangular and usually carry 3 or 4 female spikes and one male 
spike with a lower bract which is generally membranous and shorter than 
the stalks. Leaves have brown, reddish lower sheaths, becoming fibrous 
(Figure 1) (Kjellsson 1985; Leurquin 2005). Carex pilulifera have different 
ways of dispersal (Kjellsson 1985). Myrmecochory allows movement of 
seeds to safe sites for germination and survival and establishment of 
pioneer individuals. Dispersal by autochory allows to recruit individuals 
near the parent plants and establish local dominance of the population. 
Carex pilulifera is also capable of vegetative reproduction and has a phalanx 
growth form, showing radial spread where the ramet density is often lowest 
in the central area, forming rings rather than filled circles (Briske and 
Derner 1998). Carex pilulifera has short rhizomes included in the tussock, 
forming a highly aggregated network with short inter-module distances 
and many ramifications. This type of growth can result in local dominance 
(Kjellsson 1985). 

Carex pilulifera is known to be present as an alien species in Australia 
(GBIF 2022) and was recently introduced on Reunion Island (first anecdotal 
record in 2006, CBNM 2022), but no detailed studies have been carried out 
to date here on the distribution and invasive status of this alien Carex species. 
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Figure 1. Species identification characteristics of Carex pilulifera (adapted from Leurquin 2005). 

Localised in the Indian Ocean, Reunion Island is part of the Mascarene 
biodiversity hotspot (Myers et al. 2000). Of all the islands in the Mascarene 
archipelago, Reunion has the largest area of intact vegetation (Thébaud 
et al. 2009) but biological invasions represent the major threat to biodiversity 
conservation on this island (Turbelin et al. 2017). It is therefore essential to 
assess invasion risk and to understand the driving factors favouring the 
survival, establishment and spread of IAS in key biodiversity areas on the 
island. This paper presents the first assessment of the current and potential 
distribution of Carex pilulifera on Reunion Island and summarises the 
habitat preference of this species. 

Materials and methods 

Study site 

Reunion Island has an abrupt and varied topography, reaching 3070 meters 
above sea level (Thébaud et al. 2009). Located near the Tropic of Capricorn, 
Reunion has a humid tropical climate. The average annual rainfall shows a 
significant dissymmetry between eastern and western sides of the island 
due to the topography and high elevation (Réchou et al. 2019). The humid 
prevailing winds blow from the southeast, with annual rainfall varying from 
500 mm in the driest leeward areas to about 12 m in the wettest areas in the 
windward slopes of Reunion Island (Thébaud et al. 2009). The mean 
annual temperature ranges from 26 °C on the coast to 11 °C at the highest 
summit. Such climatic variability leads to very diverse ecosystems ranging 
from tropical lowland forest to subalpine vegetation (Cadet 1977; Thébaud 
et al. 2009), with important rates of plant endemism. Indeed, more than 28% 
of native plants are strictly endemic to Reunion Island, 17% are endemic to 
the Mascarenes and 15% are endemic to the West Indian Ocean zone (CBNM 
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2020). However, habitat loss has been severe with about 50% of natural habitats 
remaining (Fenouillas et al. 2021). Lowlands have been transformed more 
than high-altitude areas (Fenouillas et al. 2021). Nevertheless, invasive alien 
species spread throughout Reunion’s ecosystems and altitudinal gradient 
(Fenouillas et al. 2021). 

This study focussed on subalpine vegetation (Figure 2A) as C. pilulifera 
is principally found in this type of vegetation in its natural habitat (Kjellsson 
1985). Subalpine vegetation represents around 1/5 of the area of Reunion 
Island and is located above 1700 m of altitude on the windward coast and 
from 2000 m of altitude on the leeward coast (Cadet 1977). Subalpine 
vegetation occurs in three main geographic areas: Piton de La Fournaise, 
Maïdo on Piton des Neiges massif, and the central part on Piton des Neiges 
(Figure 2A). This vegetation type contains a high level of plant endemism 
(84.4% including 32.5% strictly endemic to Reunion Island) and is one of 
the least invaded types by alien plant species (Lacoste and Picot 2011; Fenouillas 
et al. 2021). However, some woody species such as Ulex europaeus L., 1753 
and several herbaceous species such as Anthoxanthum odoratum L., 1753 
and Hypochaeris radicata L., 1753 are invasive in the subalpine vegetation 
(Fenouillas et al. 2021). These alien herbaceous species are much more 
competitive than native ones and tend to suppress the regeneration of the 
native species (Lacoste and Picot 2011). In addition to biological invasions, 
the subalpine vegetation is subject to important anthropogenic disturbances 
such as fires or uncontrolled grazing by feral cows. Fire and overgrazing 
have been shown to promote alien species in this vegetation type (U. europaeus, 
Acacia mearnsii De Willd, 1925, A. odoratum, Holcus lanatus L., 1753, 
Prunella vulgaris L., 1753, H. radicata, Carex ovalis Gooden, 1794) (Boullet 
et al. 2018). 

Data collection 

Current distribution  

We evaluated the current distribution of C. pilulifera within the subalpine 
vegetation, on two different zones (A: Piton de la Fournaise and B: Maïdo 
on Piton des Neiges) (Figure 2A). These zones are the largest remaining 
areas of subalpine vegetation adjacent to fodder and grazing areas, and 
contain similar habitats (a mosaic of subalpine grasslands and shrublands, 
with non-perennial streams). Some of these areas were burned in the past. 

In Piton de la Fournaise, previous surveys of invasive plants reported 
C. pilulifera in two separate locations: it was found with moderate abondance 
by Fenouillas et al. (2021) in a natural subalpine habitat surrounded by 
fodder and grazing areas (location 1 in Figure 2B), and in another isolated 
patch with few individuals (location 2 in Figure 2B) in subalpine vegetation. 
We hypothesised that planted rangelands to be the introduction pathway 
of C. pilulifera (J. Dupont pers. comm.) and therefore subdivided Zone A 
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Figure 2. Localisation of Reunion Island (A) and the two study zones (B). Initial entry area: this represents the area where 
C. pilulifera has been first observed in 2019 with high cover (Fenouillas et al. 2021); potentially uninvaded area: this represent the 
area where C. pilulifera has never been observed and is supposedly absent; potentially invaded area: this represent the area 
where C. pilulifera has been seldomly observed in 2019 (map data 2015 Google). 

into three distinct areas: (i) a mosaic of natural area and fodder and grazing 
areas, around location 1, referred to as “initial entry area”; (ii) an “area potentially 
invaded” around location 2 where no fodder or grazing areas occur and 
(iii) an “area potentially uninvaded”, where C. pilulifera was not recorded 
in previous surveys and where no fodder or grazing areas occur. Carex 
pilulifera has never been observed in the second zone – Maïdo on Piton des 
Neiges (B) (Figure 2B). 

In both zones, several transects were set up to detect the presence of 
C. pilulifera. As alien species often establish first at ruderal and highly disturbed 
sites, an effective approach is to record populations along roadsides (Pauchard 
and Alaback 2004). Transects were chosen according to the different known 
and suspected populations. Eight transects ranged between 2 and 8 km 
were set up in zone A. Two transects of 17 and 20 km were set up along 
major forestry roads and hiking trails in zone B. A total of 81 km of 
transects was surveyed on foot from January to March 2022. 

Two observers walked along each transect and recorded the presence of 
C. pilulifera within a 2 m distance of the road/path. Along the transects, 
whenever a C. pilulifera individual/tuft was found, its location (GPS coordinates 
and altitude) was recorded. In subalpine grassland patches (a localised vegetation 
sub-type) greater than 100 m2, an exhaustive list of indigenous and alien 
species was realized in order to record presence and absence data of C. pilulifera. 

https://doi.org/10.3391/bir.2024.13.3.03
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Carex pilulifera was identified based on the different characteristics 
described by Leurquin (2005) (Figure 1) which allowed it to be distinguished 
from native Carex such as Carex brunnea Thunb., 1784, Carex borbonica 
Lam., 1792 or Carex boryana Schkuhr, 1806 and from other alien Carex as 
Carex ovalis (Autrey et al. 2018). Specimens were collected and sent to the 
botanical herbarium to confirm identification. Carex pilulifera is a perennial, 
cespitose herb. The culms are trigonous, flexible, and arching after flowering. 
The leaves are papillose, scabrous on the upper surface, with a short 
trigonous tip, 1.5–3 mm wide, becoming fibrous; the sheaths are reddish-
brown or wine-red, becoming fibrous, usually exceeding the inflorescence. The 
lower bracts are non-sheathing, leaf-like, awl-shaped, and generally exceeding 
the inflorescence; the inflorescence is 1.5–3 cm long; one small upper male 
spike, lanceolate, tawny brown and 2–4 closely spaced female spikes, 
sessile. The utricles are generally less than 3.5 mm long, bearing hairs and 
papillae, and are closely applied to the nutlets. The utricles are pubescent, 
trigonous and wider in the upper half (Kjellsson 1985; Leurquin 2005). 

The diagnostic features of C. pilulifera is the presence of a single male 
spike, and several female spikes, and the reddish-brown (or wine-red) colour 
or the presence of the sheath. The endemic species C. boryana does not have 
sheath, and other Carex species (C. brunnea, C. borbonica and C. ovalis) have 
brown or black sheaths. The three native species (C. boryana, C. brunnea and 
C. borbonica) have basal female spikes, whereas the two exotic species, 
C. pilulifera and C. ovalis have female spikes at the top of the inflorescence. 
The shape and composition of the spikes can differentiate C. pilulifera from 
C. ovalis: C. ovalis have between 4–10 ovoid spikes that are agglomerate at 
the top (Leurquin 2005; ul Haq et al. 2013; Bosser et al. 2018). 

Cover, species richness and habitat preference of C. pilulifera 

In order to measure the cover of C. pilulifera, we selected areas where 
C. pilulifera was present (selection based on the resulting distribution map 
from surveys). Carex pilulifera presence areas were subdivided into grid 
cells of 250 m by 250 m (called sample areas). Sample areas were then 
selected to estimate plant cover (Figure 3). Four plots of 1 m by 1 m were 
randomly placed within each selected grid cell. For each plot, we quantified 
plant cover of all native and alien herbaceous species (Figure 3). In total 
244 plots were surveyed. In addition, we also used 909 vegetation plots 
from Fenouillas (2021), where the cover of C. pilulifera was also recorded 
in 1 m2, to complete our dataset. 

Carex pilulifera and several other herbaceous plant species are capable of 
vegetative reproduction and therefore form patches. As it is difficult to 
estimate the number of individuals in a patch, we decided to use the canopy 
cover by visual evaluation (vertical projection of the outermost perimeter 
of the natural spread of foliage of plants expressed as a percentage within the 
plot) instead of the abundance (number of individuals). 
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Figure 3. Survey design for measuring species cover and richness of herbaceous species. In blue and purple are areas where a 
systematic survey was done. The blue area refers to a previous study (Fenouillas et al. 2021) and the purple area refers to this 
study. Four plots of 1 m by 1 m were randomly placed within each selected grid cell (sample areas of 250 m by 250 m) to quantify 
the plant cover of all native and alien herbaceous species. (See figure 2 legends) (map data 2015 Google). 

In order to identify the habitat preference of C. pilulifera, we recorded 
habitat type (shrubland, subalpine grassland, or non-perennial stream) and 
the disturbance (evidence of fire or lack thereof) in each plot. Based on the 
spatial distribution of fodder and grazing areas, we calculated the nearest 
distance to a grazing/fodder area for each plot in GIS. 

Analyses 

Analyses were performed using R version 4.1.2 software (RCoreTeam 2021) 
and all spatial analyses were conducted using QGIS version 3.18 (QGIS. org 
2022). 

Species distribution  modelling 

To identify the potential spread of C. pilulifera, species distribution models 
(SDM) were built based on climatic conditions (Guisan et al. 2013; Barbet-
Massin et al. 2018). 

The models were built with the presence data from the results of the 
distribution analysis of C. pilulifera on Reunion Island. Pseudo-absences 
were simulated: determining true absences is limited because the species 
could be absent for reasons other than climatic conditions (for example, 
not having been detected, not having reached the locality, etc.) (Senay et al. 
2013). Pseudo-absences were randomly generated with a minimum distance 
of 1 km and a maximum distance of 20 km of known records. A total of 
386 presence points and 386 pseudo-absence points were used.  

https://doi.org/10.3391/bir.2024.13.3.03
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Native species on La Reunion are distributed according to annual mean 
precipitation, varying between east and west coasts, and temperature, 
varying with elevation (Cadet 1977). Like Baret et al. (2006), we assumed 
that invasive species are also distributed according to the precipitation and 
temperature. Temperature variables are commonly used in species distribution 
modelling and precipitation is important to take into account for marked 
changes in topography, as dramatic changes in precipitation happens over 
short distances in La Reunion (Gardner et al. 2019; Booth 2022). Climatic 
variables (temperature and rainfall) were obtained from the database 
MétéoFrance (https://portail-api.meteofrance.fr/devportal/apis) with a resolution 
of 150 m. Four variables were selected after testing for autocorrelation: 
Temperature seasonality (BIO4), rainfall seasonality (BIO15), mean temperature 
of warmest months (January–February–March) (BIO10) and precipitation 
of driest quarter months (August–September–October) (BIO17). 

To build the SDMs, six different modelling techniques were used, 
implemented within the biomod2 package (Thuiller et al. 2021) including 
two regression methods: Generalized Linear Model (GLM) and Multiple 
Adaptive Regression Splines (MARS), two classification methods: Classification 
Tree Analysis (CTA) and Flexible Discriminant Analysis (FDA), one machine 
learning methods: Random Forest (RF) and an envelope-style method: 
Surface Range Envelope (SRE). To test the accuracy of the models, we used 
the true skill statistics (TSS) (Hirzel et al. 2006). We generated an ensemble 
model by averaging all models with TSS value above 0.8. 

Habitat preference of C. pilulifera 

In order to identify the habitat preference (habitat type, disturbance, and 
distance to the fodder and grazing areas) of C. pilulifera, two generalized 
linear models (GLMs) were built. We used two explanatory variables: habitat 
type (habitat burned or not) and distance to fodder and grazing areas. 
Firstly, we used a GLM from the binomial family to relate the probability of 
presence of C. pilulifera (response variables) to two explanatory variables 
(Zuur et al. 2009a). We set the intercept to 0. As the data contain considerably 
more zeros than ones (902 and 216 respectively), a clog-log link function 
was used (Zuur et al. 2009b). Secondly, we calibrated a GLM with Gaussian 
family and a logit-link function to assess the relationship between the cover 
of C. pilulifera and the explanatory variables. The response variable, cover 
of C. pilulifera, was log-transformed for normalized residuals (Zuur et al. 
2007). We only used data where C. pilulifera was present. Selections of the 
appropriate model to run were done following recommended preliminary 
graphical exploration, analyses and testing of model assumption. Residuals 
were used to validate models by checking for outliers and violation of 
homogeneity (Zuur et al. 2007). We used a backward approach for 
simplification of the GLM by eliminating the most non-significant predictors 
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Figure 4. Distribution (A) and cover (B) of C. pilulifera in the area of Piton de la Fournaise (map data 2015 Google). 

one at a time (Zuur et al. 2009c). Each iteration was compared using 
Akaike Information Criterion (AIC) to select the most parsimonious 
model (Zuur et al. 2009c). We calculated the amount of variance explained 
by the final models (explained deviance) as: ((null deviance – residual 
deviance) / null deviance) × 100 (Zuur et al. 2009c). 

Results 

Distribution and cover of Carex pilulifera 

Current distribution and cover 

In total, 36 alien herbaceous species have been observed across the whole 
study area (Supplementary material Appendix 1). Among them, 29 species 
have been observed in less than 5% of the samples. Carex pilulifera (as well as 
P. vulgaris and Erigeron karvinskianus DC., 1836) have been observed in 27% 
of the 1 × 1 m invaded plots. Hypochaeris radicata and A. odoratum have 
been observed in more than 70% of the invaded plots (respectively, 75 and 72%).  

Carex pilulifera has been recorded from 1748 to 2422 m above sea level, 
with a mean of 2076 m above sea level. Despite a considerable survey effort 
(37 km of trails and forestry paths), it was not found in non-perennial 
streams, subalpine grasslands and shrublands in zone B. It was found in 
zone A but not observed everywhere (Figure 4A). The most frequent 
observation occurred in the mosaic of natural and fodder and grazing 
patches, referred as “initial entry area” (Figure 4A). In the “area potentially 
invaded”, C. pilulifera was only observed once, in a subalpine grassland 
patch, and only twice in the “area potentially uninvaded”, along the major 
footpath (Figure 4A). 
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Table 1. Results of the multivariate GLM analyses. Significance of model parameters are denoted with a “*” for P < 0.05 and with 
“***” for P < 0.001. 

Question 
Results 

Variables selected from the best 
model Estimate SE z-value P-value 

In which type of habitat and 
disturbance is C. pilulifera 
present most often? 
 
And how the distance to fodder 
and grazing areas affects the 
present of C. pilulifera? 

Subalpine 
grassland 

Unburned 2,5128 0,3590 6,9985 2,59E–12 *** 
Burned 3,7016 0,4592 8,0616 7,53E–16 *** 

Non-perennial 
stream 

Unburned 0,4650 0,5644 0,8239 0,4100 
Burned 6,1663 68,5503 0,0900 0,9283 

Shrubland Unburned 0,4699 0,2795 1,6814 0,0927 . 
Burned 2,1280 0,4225 5,0361 4,75E–07 *** 

Distance to fodder and grazing 
area −1,20E–03 1,39E–04 −8,6550 4,93E–18 *** 

When C. pilulifera is present: 
 
In which type of habitat and 
disturbance level C. pilulifera is 
the most abundant (cover)? 
 
And how the distance to fodder 
and grazing area affects the 
cover of C. pilulifera? 

Variables selected from the best 
model Estimate SE t-value P–value 

Intercept (unburned subalpine 
grassland 1,4631 0,1397 10,4725 7,54E–21 *** 

Subalpine 
grassland Burned −0,1174 0,1645 −0,7139 0,4761 

Non-perennial 
stream 

Unburned −0,2837 0,2742 −1,0345 0,3021 
Burned −0,2432 0,2414 −1,0074 0,3149 

Shrubland Unburned −0,2347 0,1063 −2,2078 0,0284 * 
Burned −0,2755 0,1349 −2,0430 0,0423 * 

Distance to fodder and grazing 
area −1,44E–04 6,56E–05 −2,2032 0,0287 * 

In zone A, when C. pilulifera was present, its average cover was 16.6% 
(s.d. of 18.4%). Cover ranges from 0.5% and 90%. The cover of C. pilulifera 
was highest near fodder and grazing areas (Table 1). We could not estimate 
its cover in the “area potentially invaded” (see Figure 2) as only one C. pilulifera 
tuft was observed. 

Potential distribution 

Each SDM model displayed a good performance (TSS: from 0.896 to 0.948) 
(Appendix 2). In the average model (ensemble model), C. pilulifera was 
expected to occur in both study zones (A: Piton de la Fournaise and B: 
Maïdo on Piton des Neiges massif) which correspond to subalpine vegetation 
(Figure 5). The area of high likelihood of Carex pilulifera presence (> 0.8) 
represented 91 km2 and occurred principally in zone A, part of zone B and 
in some places in Piton des Neiges (Roche-Ecrite). Medium likelihood of 
presence (0.4–0.6) was observed around Piton de la Fournaise and in zone 
B (Maïdo) and represented 33 km2 (Figure 5). 

Habitat preference of Carex pilulifera  

There was an effect of habitat/disturbance on the presence and the cover of 
C. pilulifera. The presence of C. pilulifera was significantly more likely in 
burned habitats, and near fodder and grazing areas (Table 1). The presence 
of C. pilulifera was also more likely in subalpine grassland than in the other 
tested habitats. There was no significant difference in non-perennial streams 
and unburned shrublands (Table 1). Few variables had a significant effect 
on C. pilulifera cover and the explanatory power of the cover model was lower 
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Figure 5. Potential distribution of C. pilulifera based on ensemble model. Presence and 
absence of C. pilulifera from surveys are indicated. Likelihoods of presence between 0 and 10% 
have been removed for the map (map data 2015 Google). 

than the one of the presence model. The cover of C. pilulifera was significantly 
lower in shrublands than in unburned subalpine grasslands but higher near 
fodder and grazing areas (Table 1). 

Discussion 

This study revealed a widespread distribution of Carex pilulifera in the area 
of Piton dela Fournaise (zone A) and a potentially absence in Maïdo on the 
Piton des Neiges massif. In piton de la Fournaise C. pilulifera was mostly 
distributed near fodder and grazing areas (Table 1). Isolated individual 
patches were also found near parking areas and along footpaths (see Figure 4A). 
Mountains are often considered to be at low risk from alien plants, however 
several studies suggest that mountain ecosystems are not inherently more 
resistant to invasion than other types of ecosystems (Pauchard et al. 2009; 
McDougall et al. 2011). Even if our survey revealed no presence of C. pilulifera 
in Maïdo (Zone B, Piton des Neiges), our SDM results indicated that the 
species could potentially occur in the subalpine vegetation of the Piton des 
Neiges (including Maïdo). More surveys are necessary to confirm the presence 
or the absence in the subalpine vegetation areas on the Piton des Neiges 
massif. The species might have not been introduced yet and its absence 
might be due to the lack of dispersal in the early phase of the invasion 
process. The topography of Reunion Island might be a natural barrier for 
the spread of C. pilulifera. Carex pilulifera might have not yet reached this 
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locality. Spread into areas away from sites of introduction is limited by 
geographic barriers and often needs humans to access the new environment 
(Richardson et al. 2000). Considering its high cover and widespread 
distribution, this species can be considered as locally invasive in the area of 
Piton de la Fournaise. We suspect that the presence of C. pilulifera may have 
been underestimated in previous botanical surveys in Reunion Island. In 
Carex species, reliable morphological identification is complicated due to 
closely related species (Standley et al 2002). Identification mostly requires 
reproductivity mature material that is not available all the time and a good 
understanding of the morphology of the genus (Naczi and Bryson 2002). 

Carex pilulifera was probably introduced for foraging purposes or by 
unvolunteered ways (e.g., C. pilulifera seeds contamination in pasture seeds 
mix). Pastures can be a major source of invasions because they are dominated 
by alien plant species that out-compete native species, which do not tolerate 
grazing by cattle (Clout et al. 2009; Driscoll et al. 2014; Boullet et al. 2018). 
Anthoxanthum odoratum, Holcus lanatus, Prunella vulgaris, Hypochaeris 
radicata, Carex ovalis are examples of alien species introduced through 
pastures, most of them being well-established now in the subalpine vegetation 
of Reunion Island (Fenouillas et al. 2021). Carex pilulifera probably spreads 
into the protected area via footpaths and roads. Both are suitable habitats and 
represents one of the most important pathways for the dispersal of alien species 
into new territories (Godefroid and Koedam 2004; Truscott et al. 2005). 

Carex pilulifera was more present in subalpine grassland vegetation than 
in other habitats (Table 1). In its native range, C. pilulifera was generally 
found in grassland and in closed heathland (INPN 2022). Subalpine 
vegetation on the Piton de la Fournaise massif is a low and open heathland 
comprising mainly native species as Stoebe passerinoïdes (Lam.) Willd., 
1803, Phylica nitida Lam., 1797, Erica reunionnensis E.G.H. Oliv., 1993, 
Hypericum lanceolatum  subsp. angustifolium (Lam.) N. Robson, 1979, 
Hubertia tomentosa var. conyzoides (Bory) C. Jeffey, 1992 and Faujasia 
squamosa (Bory) C. Jeffrey, 1992 with high level of plant endemism 
(Strasberg et al. 2005; Ah-Peng et al. 2014). The subalpine vegetation 
contains patches of subalpine grasslands (Strasberg et al. 2005; Ah-Peng et al. 
2014) which were more invaded by C. pilulifera than other habitats (Baret 
et al. 2006), probably due to uncontrolled grazing by feral cows (Boullet et 
al. 2018). Disturbances increase resource availabilities which promote the 
colonisation of invasive alien species (Davis et al. 2000; Lake and Leishman 
2004). Disturbance also reduces the cover of competitors of alien plants by 
destroying native plant populations. Therefore, alien plants can colonize 
disturbed area easily using less energy for competition than in undisturbed 
areas (Davis et al. 2000). In particular, alien herbaceous species often occur 
in degraded or disturbed grassland areas such as fallow agricultural areas, 
pasture, mowed areas and roadsides. This is the case for A. odoratum, 
Holcus lanatus, Prunella vulgaris, H. radicata, Carex ovalis in Reunion Island 
(Boullet et al. 2018; Gentili and Citterio 2021). 
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Several management strategies could be considered for C. pilulifera. Given 
that the species is already widespread over a large area, eradicating the species 
throughout its entire range is no longer possible. However, one could contain 
its spread and avoid new infestations in Piton de la Fournaise. For example, in 
the area initially labelled “potentially invaded” (see Figure 2), one could 
locally eradicate the species as few individuals have been found. In Piton 
des Neiges, where the species has not yet been found, eradication might be 
possible if control is done early. It is important to carry on monitoring in 
Piton des Neiges and to remove any individual to keep this area free from 
C. pilulifera. We also recommend investigating clearing techniques and 
restoration protocols as it is not known how to restore densely-invaded 
areas by C. pilulifera. 

Studying the impact of C. pilulifera would be important to determine 
how the species exploits the environment and facilitate effective control and 
restoration programs (van Kleunen et al. 2014). However, it is challenging 
to estimate impact at early stage of the invasion process. Although some 
invasive species can be associated with specific trait (Mathakutha et al. 
2019; Milbau et al. 2003), no studies has been conducted on Carex species. 
Dense tussocks formed by C. pilulifera might reduce the cover of other 
species and influence the local environment characteristics and the 
community structure (Leurquin 2005). Carex pilulifera exhibits different 
ways of reproduction (phalanx-type vegetative reproduction and auto-
gamy reproduction), rapid and early germination, and a capacity to survive 
during unfavourable conditions (Harper 1977; Kjellsson 1985). These traits 
suggest a strong colonisation capacity and a local dominance (Baker 1965; 
Kjellsson 1985). Therefore, C. pilulifera have a long-lived seed bank (viable 
for 30–40 years) (Mallik et al. 1984), which can ensure its colonisation 
potential over time. Long-term monitoring could be carried out to analyse 
the effect of the invasion on the species composition and the 
environmental structure (Hejda and Pyšek 2006). Analysing the different 
associations between the presence of C. pilulifera and alien herbaceous 
species would also allow a better understanding of its biological invasion. 

Conclusions 

Our study shows that C. pilulifera is well established in the subalpine 
vegetation of Piton de la Fournaise as A. odoratum and H. radicata 
(Fenouillas et al. 2021) and is principally distributed near areas of higher 
human activity. Effective management of invasive alien plants on La Reunion 
Island is crucially important for preserving natural habitats. Therefore, we 
suggest that management in Piton des Neiges should primarily focus on 
surveying potentially suitable areas to eradicate newly established patches of 
C. pilulifera. Within the current range of C. pilulifera, we suggest preventing 
spatial spread in order to prevent escalating impact. 

https://doi.org/10.3391/bir.2024.13.3.03
https://www.invasivesnet.org


Distribution and cover of Carex pilulifera in Reunion Island 

 Boulesnane-Guengant et al. (2024), BioInvasions Records 13(3): 589–605, https://doi.org/10.3391/bir.2024.13.3.03 602 

Author’s contribution 
OBG, CAS and MR equally contributed to research conceptualisation, sampling design and 
methodology. All authors contributed to investigation and data collection. OBG conducted all 
data analysis and wrote the original draft. All the other co-authors contributed to reviewing and 
editing the manuscript. 

Acknowledgements 
We would like to thank members of the Centre de Coopération Internationale en Recherche 
Agronomique pour le Développement (CIRAD) who provided assistance in field data collection. 
We are also grateful to reviewers for valuable comments to earlier versions of manuscript. 

Funding declaration 
This work was co-funded by the European Union: Agricultural Fund for Rural Development 
(EAFRD), by the Conseil Départemental de La Réunion, and by the Centre de Coopération 
Internationale en Recherche Agronomique pour le Développement (CIRAD). The funders have 
no role in study design, data collection and analysis, decision to publish or preparation of the 
manuscript. 

Ethics and permits 
A research permit was obtained from the National Park of Reunion Island to conduct this study 
(DIR-I-2022-163). 

Availability of data 
The datasets used and/or analysed during the current study are available at https://dataverse. 
cirad.fr/dataset.xhtml?persistentId=doi:10.18167/DVN1/85EKDH. 

References 
Ah-Peng C, Flores O, Wilding N, Bardat J, Marline L, Hedderson T A, Strasberg D (2014) 

Functional diversity of subalpine bryophyte communities in an oceanic island (La Réunion). 
Arctic, Antarctic, and Alpine Research 46: 841–851, https://doi.org/10.1657/1938-4246-46.4.841 

Aikio A, Duncan RP, Hulme PE (2010) Lag-phase in alien plant invasions: separating the facts 
form the artefacts. Oikos 119: 370–378, https://doi.org/10.1111/j.1600-0706.2009.17963.x 

Antonio CM, Vitousek PM (1992) Biological invasions by exotic grasses, the grass/fire cycle 
and global change. Annual Review of Ecology and Systematics 23: 63–87, https://doi.org/10. 
1146/annurev.es.23.110192.000431 

Autrey JC, Bosser J, Ferguson IK (ed) (2018) Flore des Mascareignes: la Réunion, 
Maurice, Rodrigues. 202, Cypéracées. Flore des Mascareignes, Volume 1. Institut de recherche 
pour le développement, Marseille, Belgique, 99 pp 

Baker HG (1965) Characteristics and modes of origin of weeds. In: Backer HG, Stebbins CL 
(eds), The Genetics of Colonizing Species. Academic Press, New York, pp 147–172 

Barbet-Massin M, Rome Q, Villemant C, Courchamp F (2018) Can species distribution models 
really predict the expansion of invasive species? PLoS ONE 13: e0193085, https://doi.org/10. 
1371/journal.pone.0193085 

Baret S, Rouget M, Richardson DM, Lavergne C, Egoh B, Dupont J, Strasberg D (2006) 
Current distribution and potential extent of the most invasive alien plant species on La Reunion 
(Indian Ocean, Mascarene islands). Austral Ecology 31: 747–758, https://doi.org/10.1111/j.1442-
9993.2006.01636.x 

Blackburn TM, Essl F, Evans T, Hulme PE, Jeschke JM, Kühn I, Kumschick S, Marková Z, 
Mrugała A, Nentwig W, Pergl J, Pyšek P, Rabitsch W, Ricciardi A, Richardson DM, Sendek A, 
Vilà M, Wilson JRU, Winter M, Genovesi P, Bacher S (2014) A Unified Classification of Alien 
Species Based on the Magnitude of their Environmental Impacts. PLOS Biology 12: e1001850, 
https://doi.org/10.1371/journal.pbio.1001850 

Blank RR (2008) Biogeochemistry of plant invasion: a case study with Downy Brome (Bromus 
tectorum). Invasive Plant Science and Management 1: 226–238, https://doi.org/10.1614/IPSM-07-026.1 

Booth TH (2022) Checking bioclimatic variables that combine temperature and precipitation 
data before their use in species distribution models. Austral Ecology 47: 1506–1514, 
https://doi.org/10.1111/aec.13234 

Bosser J, Friedmann F, Araujo AC (ed) (2018) Flore des Mascareignes: La Réunion, 
Maurice, Rodrigues. Cypéracées. Vol. 202, IRD, MSIRI, RBG-Kew, Marseille, France, 114 pp 

https://doi.org/10.3391/bir.2024.13.3.03
https://www.invasivesnet.org
https://dataverse.cirad.fr/dataset.xhtml?persistentId=doi:10.18167/DVN1/85EKDH
https://dataverse.cirad.fr/dataset.xhtml?persistentId=doi:10.18167/DVN1/85EKDH
https://doi.org/10.1657/1938-4246-46.4.841
https://doi.org/10.1111/j.1600-0706.2009.17963.x
https://doi.org/10.1146/annurev.es.23.110192.000431
https://doi.org/10.1146/annurev.es.23.110192.000431
https://doi.org/10.1371/journal.pone.0193085
https://doi.org/10.1371/journal.pone.0193085
https://doi.org/10.1111/j.1442-9993.2006.01636.x
https://doi.org/10.1111/j.1442-9993.2006.01636.x
https://doi.org/10.1371/journal.pbio.1001850
https://doi.org/10.1614/IPSM-07-026.1
https://doi.org/10.1111/aec.13234


Distribution and cover of Carex pilulifera in Reunion Island 

 Boulesnane-Guengant et al. (2024), BioInvasions Records 13(3): 589–605, https://doi.org/10.3391/bir.2024.13.3.03 603 

Boullet V, Collin G, Robert R (2018) Pitons, Cirques et Remparts de l’Ile de La Réunion: Livret 
de Valeur Universelle Exceptionnelle. Terravenir et DEAL Réunion, La Réunion, 76 pp 

Briske DD, Derner JD (1998) Clonal biology of caespitose grasses. In: Cheplick GP (ed), 
Population biology of grasses. Cambridge University Press, Cambridge, UK, pp 106–135, 
https://doi.org/10.1017/CBO9780511525445.006 

Burkitt J, Wootton L (2011) Effects of Disturbance and Age of Invasion on the Impact of the 
Invasive Sand Sedge, Carex kobomugi, on native dune plant populations in New Jersey’s coastal 
dunes. Journal of Coastal Research 27: 182–193, https://doi.org/10.2112/JCOASTRES-D-10-00108 

Cabin RJ, Weller SG, Lorence DH, Cordell S, Hadway LJ, Montgomery R, Goo D, Urakami A 
(2002) Effects of light, alien grass, and native species additions on Hawaiian dry forest 
restoration. Ecological Applications 12: 1595–1610, https://doi.org/10.1890/1051-0761(2002)012[ 
1595:EOLAGA]2.0.CO;2 

Cadet T (1977) La végétation de l’île de La Réunion: étude phytoécologique et phytosociologique. 
PhD Thesis. Université d’Aix-Marseille, France 

Castro-Díez P, Godoy O, Alonso A, Gallardo A, Saldaña A (2014) What explains variation in 
the impacts of exotic plant invasions on the nitrogen cycle? A meta-analysis. Ecology Letters 
17: 1–12, https://doi.org/10.1111/ele.12197 

Clout MN, Williams PA (ed) (2009) Invasive species management: a handbook of principles 
and techniques. Oxford University Press, 331 pp, https://doi.org/10.1093/oso/9780199216321.001.0001 

Davis MA, Grime JP, Thompson K (2000) Fluctuating resources in plant communities: a 
general theory of invasibility. Journal of Ecology 88: 528–534, https://doi.org/10.1046/j.1365-
2745.2000.00473.x 

Driscoll DA, Catford JA, Barney JN, Hulme PE, Inderjit-Martin TG, Pauchard A, Pyšek P, 
Richardson DM, Riley S, Visser V (2014) New pasture plants intensify invasive species 
risk. Proceedings of the National Academy of Sciences 111: 16622–16627, https://doi. 
org/10.1073/pnas.1409347111 

Fenouillas P (2021) Identification des enjeux de conservation et priorisation des actions de lutte 
contre les espèces exotiques envahissantes à La Réunion. PhD Thesis, Université de La Réunion, 
France 

Fenouillas P, Ah‐Peng C, Amy E, Bracco I, Dafreville S, Gosset M, Ingrassia F, Lavergne C, 
Lequette B, Notter J, Pausé J, Payet G, Payet N, Picot F, Poungavanon N, Strasberg D, Thomas 
H, Triolo J, Turquet V, Rouget M (2021) Quantifying invasion degree by alien plants 
species in Reunion Island. Austral Ecology 46: 1025–1037, https://doi.org/10.1111/aec.13048 

Gardner AS, Maclean IMD, Gaston KJ (2019) Climatic predictors of species distributions 
neglect biophysiologically meaningful variables. Diversity and Distributions 25: 1318–1333, 
https://doi.org/10.1111/ddi.12939 

Gentili R, Citterio S (2021) Using local hay seed for suppressing invasive alien plants in 
grasslands. Biodiversity 22: 91–94, https://doi.org/10.1080/14888386.2021.1927842 

Godefroid S, Koedam N (2004) The impact of forest paths upon adjacent vegetation: effects of 
the paths surfacing material on the species composition and soil compaction. Biology 
Conservation 119: 405–419, https://doi.org/10.1016/j.biocon.2004.01.003 

Grime J (1973) Competitive exclusion in herbaceous vegetation. Nature 242: 344–347, 
https://doi.org/10.1038/242344a0 

Guisan A, Tingley R, Baumgartner JB, Naujokaitis-Lewis I, Sutcliffe PR, Tulloch AIT, Regan 
TJ, Brotons L, McDonald-Madden E, Mantyka-Pringle C, Martin TG, Rhodes JR, Maggini 
R, Setterfield SA, Elith J, Schwartz MW, Wintle BA, Broennimann O, Austin M, Ferrier S, 
Kearney MR, Possingham HP, Buckley YM (2013) Predicting species distributions for 
conservation decisions. Ecology Letters 16: 1424–1435, https://doi.org/10.1111/ele.12189 

Harper JL (1977) Population biology of plants. Academic Press, London, 300 pp 
Hawkes CV, Wren IF, Herman DJ, Firestone MK (2005) Plant invasion alters nitrogen cycling 

by modifying the soil nitrifying community. Ecology Letters 8: 976–985, https://doi.org/10. 
1111/j.1461-0248.2005.00802.x 

Hejda M, Pyšek P (2006) What is the impact of Impatiens glandulifera on species diversity of 
invaded riparian vegetation? Biological Conservation 132: 143–152, https://doi.org/10.1016/ 
j.biocon.2006.03.025 

Hirzel AH, Le Lay G, Helfer V, Randin C, Guisan A (2006) Evaluating the ability of habitat 
suitability models to predict species presences. Ecological modelling 199: 142–152, 
https://doi.org/10.1016/j.ecolmodel.2006.05.017 

Johnson CN, Balmford A, Brook BW, Buettel JC, Galetti M, Guangchun L, Wilmshurst JM 
(2017) Biodiversity losses and conservation responses in the Anthropocene. Science 356: 
270–275, https://doi.org/10.1126/science.aam9317 

Kjellsson G (1985) Seed fate in a population of Carex pilulifera L. Oecologia 67: 416–423, 
https://doi.org/10.1007/BF00384949 

Lacoste M, Picot F (2011) Cahiers d’habitats de La Réunion: étage altimontain. Conservatoire 
Botanique National de Mascarin (CBNM) Technical report No 7, 176 pp 

Lake JC, Leishman MR (2004) Invasion success of exotic plants in natural ecosystems: the role 
of disturbance, plant attributes and freedom from herbivores. Biological Conservation 117: 
215–226, https://doi.org/10.1016/S0006-3207(03)00294-5 

https://doi.org/10.3391/bir.2024.13.3.03
https://www.invasivesnet.org
https://doi.org/10.1017/CBO9780511525445.006
https://doi.org/10.2112/JCOASTRES-D-10-00108
https://doi.org/10.1890/1051-0761(2002)012%5b1595:EOLAGA%5d2.0.CO;2
https://doi.org/10.1890/1051-0761(2002)012%5b1595:EOLAGA%5d2.0.CO;2
https://doi.org/10.1111/ele.12197
https://doi.org/10.1093/oso/9780199216321.001.0001
https://doi.org/10.1046/j.1365-2745.2000.00473.x
https://doi.org/10.1046/j.1365-2745.2000.00473.x
https://doi.org/10.1073/pnas.1409347111
https://doi.org/10.1073/pnas.1409347111
https://doi.org/10.1111/aec.13048
https://doi.org/10.1111/ddi.12939
https://doi.org/10.1080/14888386.2021.1927842
https://doi.org/10.1016/j.biocon.2004.01.003
https://doi.org/10.1038/242344a0
https://doi.org/10.1111/ele.12189
https://doi.org/10.1111/j.1461-0248.2005.00802.x
https://doi.org/10.1111/j.1461-0248.2005.00802.x
https://doi.org/10.1016/j.biocon.2006.03.025
https://doi.org/10.1016/j.biocon.2006.03.025
https://doi.org/10.1016/j.ecolmodel.2006.05.017
https://doi.org/10.1126/science.aam9317
https://doi.org/10.1007/BF00384949
https://doi.org/10.1016/S0006-3207(03)00294-5


Distribution and cover of Carex pilulifera in Reunion Island 

 Boulesnane-Guengant et al. (2024), BioInvasions Records 13(3): 589–605, https://doi.org/10.3391/bir.2024.13.3.03 604 

Mallik AU, Hobbs RJ, Legg CJ (1984) Seed dynamics in Calluna-Arctostaphylos heath in 
North-Eastern Scotland. The Journal of Ecology 30: 885–871, https://doi.org/10.2307/2259536 

Mathakutha R, Steyn C, le Roux PC, Blom IJ, Chown SL, Daru BH, Ripley BS, Louw A, Greve M 
(2019) Invasive species differ in key functional traits from native and non-invasive alien 
plant species. Journal of Vegetation Science 30: 994–1006, https://doi.org/10.1111/jvs.12772 

McDougall KL, Khuroo AA, Loope LL, Parks CG, Pauchard A, Reshi ZA, Rushworth I, 
Kueffer C (2011) Plant invasions in mountains: global lessons for better management. 
Mountain Research and Development 31: 380–387, https://doi.org/10.1659/MRD-JOURNAL-D-
11-00082.1 

Milbau A, Nijs I, Van Peer L, Reheul D, De Cauwer B (2003) Disentangling invasiveness and 
invasibility during invasion in synthesized grassland communities. New Phytologist 159: 
657–667, https://doi.org/10.1046/j.1469-8137.2003.00833.x 

Myers N, Mittermeier RA, Mittermeier CG, da Fonseca GAB, Kent J (2000) Biodiversity 
hotspots for conservation priorities. Nature 403: 853–858, https://doi.org/10.1038/35002501 

Naczi RFC, Bryson CT (2002) Carex sect. Griseae. In: Ball PW, Gandhi K, Kiger RW et al. 
(eds), Flora of North America, Magnoliophyta: Commelinidae (in Part): Cyperaceae. 
Oxford University Press, Oxford, United Kingdom, pp 448–461 

Pauchard A, Alaback PB (2004) Influence of elevation, land use, and landscape context on 
patterns of alien plant invasions along roadsides in protected areas of South-Central Chile. 
Conservation Biology 18: 238–248, https://doi.org/10.1111/j.1523-1739.2004.00300.x 

Pauchard A, Kueffer C, Dietz H, Daehler CC, Alexander J, Edwards PJ, Arévalo JR, Cavieres 
LA, Guisin A, Haider S, Jakobs G, McDougall K, Millar CI, Naylor BJ, Parks CG, Rew LJ, 
Seipel T (2009) Ain’t no mountain high enough: plant invasions reaching new elevations. 
Frontiers in Ecology and the Environment 7: 479–486, https://doi.org/10.1890/080072 

Pyšek P, Hulme PE, Simberloff D, Bacher S, Blackburn TM, Carlton JT, Dawson W, Essl F, 
Foxcroft LC, Genovesi P, Jeschke JM, Kühn I, Liebhold AM, Mandrak NE, Meyerson LA, 
Pauchard A, Pergl J, Roy HE, Seebens H, van Kleunen M, Vilà M, Wingfield MJ, 
Richardson DM (2020) Scientists’ warning on invasive alien species. Biological Reviews 
95: 1511–1534, https://doi.org/10.1111/brv.12627 

Réchou A, Flores O, Jumaux G, Duflot V, Bousquet O, Pouppeville C, Bonnardot F (2019) 
Spatio-temporal variability of rainfall in a high tropical island: Patterns and large-scale 
drivers in Réunion Island. Quarterly Journal of the Royal Meteorological Society 145: 
893–909, https://doi.org/10.1002/qj.3485 

Richardson DM, Pyšek P, Rejmánek M, Barbour MG, Panetta FD, West CJ (2000) Naturalization 
and invasion of alien plants: concepts and definitions. Diversity and Distribution 6: 93–107, 
https://doi.org/10.1046/j.1472-4642.2000.00083.x 

Senay SD, Worner SP, Ikeda T (2013) Novel three-step pseudo-absence selection technique for 
improved species distribution modelling. PLoS ONE 8: e71218, https://doi.org/10.1371/journal. 
pone.0071218 

Standley LA, Cayouette J, Bruederle L (2002) Carex sect. Phacocystis. In: Ball PW, Gandhi K, 
Kiger RW et al. (eds), Flora of North America, Magnoliophyta: Commelinidae (in Part): 
Cyperaceae. Oxford University Press, Oxford, United Kingdom, pp 379–401 

Starr JR, Naczi RFC, Chouinard BN (2009) Plant DNA barcodes and species resolution in sedges 
(Carex, Cyperaceae). Molecular Ecology Resources 9: 151–163, https://doi.org/10.1111/j.1755-
0998.2009.02640.x 

Strasberg D, Rouget M, Richardson DM, Baret S, Dupont J, Cowling RM (2005) An 
assessment of habitat diversity and transformation on La Réunion Island (Mascarene 
Islands, Indian Ocean) as a basis for identifying broad-scale conservation priorities. Biodiversity 
and Conservation 14: 3015–3032, https://doi.org/10.1007/s10531-004-0258-2 

Thébaud C, Warren B, Cheke A, Strasberg D (2009) Mascarene Islands, Biology. In: Gillespie 
RG, Clague DA (eds), Encyclopedia of Islands. University of California Press, California, 
United-State, pp 612–619, https://doi.org/10.1525/9780520943728-146 

Truscott AM, Palmer SCF, McGowan GM, Cape JN, Smart S (2005) Vegetation composition 
of roadside verges in Scotland: the effect of nitrogen deposition, disturbance and management. 
Environmental Pollution 136: 109–118, https://doi.org/10.1016/j.envpol.2004.12.009 

Turbelin AJ, Malamud BD, Francis RA (2017) Mapping the global state of invasive alien 
species: patterns of invasion and policy responses. Global Ecology and Biogeography 26: 
78–92, https://doi.org/10.1111/geb.12517 

ul Haq E, Dar GH, Wafai BA, Khuroo AA (2013) Carex leporina (Cyperaceae), a species new 
for Indian Subcontinent. Rheedea 23(1): 30–33 

van Kleunen M, Dawson W, Bossdorf O, Fischer M (2014) The more the merrier: multi-species 
experiments in ecology. Basic and Applied Ecology 15: 1–9, https://doi.org/10.1016/j.baae.2013.10.006 

Wavrek M, Heberling JM, Fei S, Kalisz S (2017) Herbaceous invaders in temperate forests: a 
systematic review of their ecology and proposed mechanisms of invasion. Biological 
Invasions 19: 3079–3097, https://doi.org/10.1007/s10530-017-1456-7 

Wolkovich EM, Lipson DA, Virginia RA, Cottingham KL, Bolger DT (2010) Grass invasion 
causes rapid increases in ecosystem carbon and nitrogen storage in a semiarid shrubland. 
Global Change Biology 16: 1351–1365, https://doi.org/10.1111/j.1365-2486.2009.02001.x 

https://doi.org/10.3391/bir.2024.13.3.03
https://www.invasivesnet.org
https://doi.org/10.2307/2259536
https://doi.org/10.1111/jvs.12772
https://doi.org/10.1659/MRD-JOURNAL-D-11-00082.1
https://doi.org/10.1659/MRD-JOURNAL-D-11-00082.1
https://doi.org/10.1046/j.1469-8137.2003.00833.x
https://doi.org/10.1038/35002501
https://doi.org/10.1111/j.1523-1739.2004.00300.x
https://doi.org/10.1890/080072
https://doi.org/10.1111/brv.12627
https://doi.org/10.1002/qj.3485
https://doi.org/10.1046/j.1472-4642.2000.00083.x
https://doi.org/10.1371/journal.pone.0071218
https://doi.org/10.1371/journal.pone.0071218
https://doi.org/10.1111/j.1755-0998.2009.02640.x
https://doi.org/10.1111/j.1755-0998.2009.02640.x
https://doi.org/10.1007/s10531-004-0258-2
https://doi.org/10.1525/9780520943728-146
https://doi.org/10.1016/j.envpol.2004.12.009
https://doi.org/10.1111/geb.12517
https://doi.org/10.1016/j.baae.2013.10.006
https://doi.org/10.1007/s10530-017-1456-7
https://doi.org/10.1111/j.1365-2486.2009.02001.x


Distribution and cover of Carex pilulifera in Reunion Island 

 Boulesnane-Guengant et al. (2024), BioInvasions Records 13(3): 589–605, https://doi.org/10.3391/bir.2024.13.3.03 605 

Zuur A, Ieno EN, Smith GM (ed) (2007) Analysing ecological data. Statistics for Biology and 
Heath, Volume 680, Springer New York, New York, 972 pp, https://doi.org/10.1007/978-0-
387-45972-1 

Zuur AF, Ieno EN, Walker NJ, Saveliev AA, Smith GM (2009a) GLMM and GAMM. In: Zuur 
AF, Ieno EN, Walker N, Saveliev AA, Smith GM (eds), Mixed Effects Models and 
Extensions in ecology with R, Statistics for Biology and Health. Springer, New York, New 
York, pp 323–341, https://doi.org/10.1007/978-0-387-87458-6_13 

Zuur AF, Ieno EN, Walker NJ, Saveliev AA, Smith GM (2009b) GLM and GAM for Absence–
Presence and Proportional Data. In: Zuur AF, Ieno EN, Walker N, Saveliev AA, Smith GM 
(eds), Mixed Effects Models and Extensions in Ecology with R, Statistics for Biology and 
Health. Springer, New York, New York, pp 245–259, https://doi.org/10.1007/978-0-387-87458-6_10 

Zuur AF, Ieno EN, Walker NJ, Saveliev AA, Smith GM (2009c) GLM and GAM for Count 
Data. In: Zuur AF, Ieno EN, Walker N, Saveliev AA, Smith GM (eds), Mixed Effects 
Models and Extensions in Ecology with R, Statistics for Biology and Health. Springer, New 
York, New York, pp 209–243, https://doi.org/10.1007/978-0-387-87458-6_9 

Web sites, online databases and software 
CABI (2022) Invasive Species Compendium. www.cabi.org/isc (accessed 16 January 2022) 
CBNM (2020) Mascarine Cadetania. https://mascarine.cbnm.org (accessed 15 May 2022) 
CBNM (2022) Carex pilulifera L. Index taxonomique de la flore vasculaire de La Réunion. 

https://mascarine.cbnm.org/index.php/flore/index-de-la-flore/nom?code_nom=10984 (accessed 9 March 2022) 
GBIF (2022) GBIF Backbone Taxonomy. Carex pilulifera. https://www.gbif.org/fr/species/2726614/ 

(accessed 13 January 2022) 
INPN (2022) Recherche de données des espèces. Inventaire National du Patrimoine Naturel - 

Carex pilulifera L., 1753. https://inpn.mnhn.fr/espece/cd_nom/88775 (accessed 03 January 2022) 
Leurquin J (2005) Clé de détermination des Carex de Belgique et des régions limitrophes par 

les caractères végétatifs, par les caractères histotaxiques, avec des commentaires 
socioécologiques. Wellen, https://naturalistesdelahautelesse.be/Publications/CLES%20BOtA%20D 
E%20JEAN%20L/Carex.pdf (accessed 05 January 2022) 

QGIS.org (2022) QGIS Geographic Information System. QGIS Association. http://www.qgis.org 
R Core Team (2021) R: A language and environment for statistical computing. R Foundation 

for Statistical Computing, Vienna, Austria. https://www.R-project.org/ 
Thuiller W, Georges D, Gueguen M, Engler R, Breiner F (2021) biomod2: ensemble platform for 

species distribution modeling. R package version 3.5.1, https://CRAN.R-project.org/ 
package=biomod23 

   
   

Supplementary material 

The following supplementary material is available for this article: 
Appendix 1. List of the 36 alien species. 
Appendix 2. Result of the evaluations (TSS and ROC) and potential distribution of the six different methods used for the SDMs of C. pilulifera. 
This material is available as part of online article from: 
http://www.reabic.net/journals/bir/2024/Supplements/BIR_2024_Boulesnane-Guengant_etal_SupplementaryMaterial.pdf 

https://doi.org/10.3391/bir.2024.13.3.03
https://www.invasivesnet.org
https://doi.org/10.1007/978-0-387-45972-1
https://doi.org/10.1007/978-0-387-45972-1
https://doi.org/10.1007/978-0-387-87458-6_13
https://doi.org/10.1007/978-0-387-87458-6_10
https://doi.org/10.1007/978-0-387-87458-6_9
http://www.cabi.org/isc
https://mascarine.cbnm.org/
https://mascarine.cbnm.org/index.php/flore/index-de-la-flore/nom?code_nom=10984
https://www.gbif.org/fr/species/2726614/
https://inpn.mnhn.fr/espece/cd_nom/88775
https://naturalistesdelahautelesse.be/Publications/CLES%20BOtA%20DE%20JEAN%20L/Carex.pdf
https://naturalistesdelahautelesse.be/Publications/CLES%20BOtA%20DE%20JEAN%20L/Carex.pdf
http://www.qgis.org/
https://www.r-project.org/
https://cran.r-project.org/package=biomod23
https://cran.r-project.org/package=biomod23
http://www.reabic.net/journals/bir/2024/Supplements/BIR_2024_Boulesnane-Guengant_etal_SupplementaryMaterial.pdf


<<

  /ASCII85EncodePages false

  /AllowTransparency false

  /AutoPositionEPSFiles true

  /AutoRotatePages /None

  /Binding /Left

  /CalGrayProfile (Dot Gain 20%)

  /CalRGBProfile (sRGB IEC61966-2.1)

  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)

  /sRGBProfile (sRGB IEC61966-2.1)

  /CannotEmbedFontPolicy /Error

  /CompatibilityLevel 1.4

  /CompressObjects /Tags

  /CompressPages true

  /ConvertImagesToIndexed true

  /PassThroughJPEGImages true

  /CreateJobTicket false

  /DefaultRenderingIntent /Default

  /DetectBlends true

  /DetectCurves 0.0000

  /ColorConversionStrategy /LeaveColorUnchanged

  /DoThumbnails false

  /EmbedAllFonts true

  /EmbedOpenType false

  /ParseICCProfilesInComments true

  /EmbedJobOptions true

  /DSCReportingLevel 0

  /EmitDSCWarnings false

  /EndPage -1

  /ImageMemory 1048576

  /LockDistillerParams true

  /MaxSubsetPct 100

  /Optimize false

  /OPM 1

  /ParseDSCComments true

  /ParseDSCCommentsForDocInfo true

  /PreserveCopyPage true

  /PreserveDICMYKValues true

  /PreserveEPSInfo true

  /PreserveFlatness true

  /PreserveHalftoneInfo false

  /PreserveOPIComments true

  /PreserveOverprintSettings true

  /StartPage 1

  /SubsetFonts true

  /TransferFunctionInfo /Apply

  /UCRandBGInfo /Preserve

  /UsePrologue false

  /ColorSettingsFile ()

  /AlwaysEmbed [ true

  ]

  /NeverEmbed [ true

  ]

  /AntiAliasColorImages false

  /CropColorImages true

  /ColorImageMinResolution 300

  /ColorImageMinResolutionPolicy /OK

  /DownsampleColorImages false

  /ColorImageDownsampleType /Bicubic

  /ColorImageResolution 300

  /ColorImageDepth -1

  /ColorImageMinDownsampleDepth 1

  /ColorImageDownsampleThreshold 1.50000

  /EncodeColorImages true

  /ColorImageFilter /DCTEncode

  /AutoFilterColorImages false

  /ColorImageAutoFilterStrategy /JPEG

  /ColorACSImageDict <<

    /QFactor 0.15

    /HSamples [1 1 1 1] /VSamples [1 1 1 1]

  >>

  /ColorImageDict <<

    /QFactor 0.15

    /HSamples [1 1 1 1] /VSamples [1 1 1 1]

  >>

  /JPEG2000ColorACSImageDict <<

    /TileWidth 256

    /TileHeight 256

    /Quality 30

  >>

  /JPEG2000ColorImageDict <<

    /TileWidth 256

    /TileHeight 256

    /Quality 30

  >>

  /AntiAliasGrayImages false

  /CropGrayImages true

  /GrayImageMinResolution 300

  /GrayImageMinResolutionPolicy /OK

  /DownsampleGrayImages false

  /GrayImageDownsampleType /Bicubic

  /GrayImageResolution 300

  /GrayImageDepth -1

  /GrayImageMinDownsampleDepth 2

  /GrayImageDownsampleThreshold 1.50000

  /EncodeGrayImages true

  /GrayImageFilter /DCTEncode

  /AutoFilterGrayImages false

  /GrayImageAutoFilterStrategy /JPEG

  /GrayACSImageDict <<

    /QFactor 0.15

    /HSamples [1 1 1 1] /VSamples [1 1 1 1]

  >>

  /GrayImageDict <<

    /QFactor 0.15

    /HSamples [1 1 1 1] /VSamples [1 1 1 1]

  >>

  /JPEG2000GrayACSImageDict <<

    /TileWidth 256

    /TileHeight 256

    /Quality 30

  >>

  /JPEG2000GrayImageDict <<

    /TileWidth 256

    /TileHeight 256

    /Quality 30

  >>

  /AntiAliasMonoImages false

  /CropMonoImages true

  /MonoImageMinResolution 1200

  /MonoImageMinResolutionPolicy /OK

  /DownsampleMonoImages true

  /MonoImageDownsampleType /Bicubic

  /MonoImageResolution 1200

  /MonoImageDepth -1

  /MonoImageDownsampleThreshold 1.50000

  /EncodeMonoImages true

  /MonoImageFilter /CCITTFaxEncode

  /MonoImageDict <<

    /K -1

  >>

  /AllowPSXObjects false

  /CheckCompliance [

    /None

  ]

  /PDFX1aCheck false

  /PDFX3Check false

  /PDFXCompliantPDFOnly false

  /PDFXNoTrimBoxError true

  /PDFXTrimBoxToMediaBoxOffset [

    0.00000

    0.00000

    0.00000

    0.00000

  ]

  /PDFXSetBleedBoxToMediaBox true

  /PDFXBleedBoxToTrimBoxOffset [

    0.00000

    0.00000

    0.00000

    0.00000

  ]

  /PDFXOutputIntentProfile (None)

  /PDFXOutputConditionIdentifier ()

  /PDFXOutputCondition ()

  /PDFXRegistryName ()

  /PDFXTrapped /False



  /CreateJDFFile false

  /Description <<



    /BGR <>

    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>

    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>

    /CZE <>

    /DAN <>

    /DEU <>

    /ESP <>

    /ETI <>

    /FRA <>

    /GRE <>



    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)

    /HUN <>

    /ITA <>

    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>

    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>

    /LTH <>

    /LVI <>

    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)

    /NOR <>

    /POL <>

    /PTB <>

    /RUM <>

    /SKY <>

    /SLV <>

    /SUO <>

    /SVE <>

    /TUR <>

    /UKR <>

    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)

    /RUS <>

  >>

  /Namespace [

    (Adobe)

    (Common)

    (1.0)

  ]

  /OtherNamespaces [

    <<

      /AsReaderSpreads false

      /CropImagesToFrames true

      /ErrorControl /WarnAndContinue

      /FlattenerIgnoreSpreadOverrides false

      /IncludeGuidesGrids false

      /IncludeNonPrinting false

      /IncludeSlug false

      /Namespace [

        (Adobe)

        (InDesign)

        (4.0)

      ]

      /OmitPlacedBitmaps false

      /OmitPlacedEPS false

      /OmitPlacedPDF false

      /SimulateOverprint /Legacy

    >>

    <<

      /AddBleedMarks false

      /AddColorBars false

      /AddCropMarks false

      /AddPageInfo false

      /AddRegMarks false

      /ConvertColors /ConvertToCMYK

      /DestinationProfileName ()

      /DestinationProfileSelector /DocumentCMYK

      /Downsample16BitImages true

      /FlattenerPreset <<

        /PresetSelector /MediumResolution

      >>

      /FormElements false

      /GenerateStructure false

      /IncludeBookmarks false

      /IncludeHyperlinks false

      /IncludeInteractive false

      /IncludeLayers false

      /IncludeProfiles false

      /MultimediaHandling /UseObjectSettings

      /Namespace [

        (Adobe)

        (CreativeSuite)

        (2.0)

      ]

      /PDFXOutputIntentProfileSelector /DocumentCMYK

      /PreserveEditing true

      /UntaggedCMYKHandling /LeaveUntagged

      /UntaggedRGBHandling /UseDocumentProfile

      /UseDocumentBleed false

    >>

  ]

>> setdistillerparams

<<

  /HWResolution [2400 2400]

  /PageSize [612.000 792.000]

>> setpagedevice



