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Summary 68 

Despite their extent and socio-ecological importance, a comprehensive biogeographical synthesis 

of drylands is lacking. Here we synthesize the biogeography of key organisms (vascular and non-70 

vascular vegetation and soil microorganisms), attributes (functional traits, spatial patterns, plant-

plant and plant-soil interactions) and processes (productivity and land cover) across global 72 

drylands. These areas have a long evolutionary history, are centers of diversification for many plant 

lineages and include important plant diversity hotspots. This diversity captures a strikingly high 74 

portion of the variation in leaf functional diversity observed globally. Part of this functional 

diversity is associated with the large variation in response and effect traits in the shrubs encroaching 76 

dryland grasslands. Aridity and its interplay with the traits of interacting plant species largely 

shapes biogeographical patterns in plant-plant and plant-soil interactions, and in plant spatial 78 

patterns. Aridity also drives the composition of biocrust communities and vegetation productivity, 

which shows large geographical variation. We finish our review discussing major research gaps, 80 

which include: i) studying regular vegetation spatial patterns, ii) establishing large-scale plant and 

biocrust field surveys assessing individual-level trait measurements, iii) knowing whether plant-82 

plant and plant-soil interactions impacts on biodiversity are predictable and iv) assessing how 

elevated CO2 modulates future aridity conditions and plant productivity. 84 

 

Key words: macroecology, diversity, spatial pattern, biological soil crusts, woody encroachment, 86 

functional traits, plant-soil interactions, plant-plant interactions 
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I. Introduction  94 

Drylands, areas characterized by Aridity Index (mean annual precipitation/mean annual potential 

evapotranspiration) values below 0.65, cover ~41% of the terrestrial surface (Cherlet et al., 2018) 96 

and include 35% and 20% of the global diversity and plant diversity hotspots, respectively (White 

& Nackoney, 2003; Davies et al., 2012). They play key roles regulating the global carbon 98 

(Ahlström et al., 2015), nitrogen (Tian et al., 2020) and water (Wang et al., 2012) cycles, and are 

thus fundamental for sustaining life on Earth. Drylands are also crucial to achieve the sustainability 100 

of our planet because they host ~38% of the global human population, including most of the fastest-

growing population areas in the world, ~44% of global cropland areas and ~50% of global 102 

livestock (Davies et al., 2016; Cherlet et al., 2018). Drylands are typically divided into hyperarid 

(AI < 0.05), arid (0.05 < AI < 0.20), semi-arid (0.20 < AI < 0.50) and dry sub-humid (0.50 < AI < 104 

0.65) areas, which occupy 6.6%, 10.6%, 15.2% and 8.7%, respectively, of global land area (Fig. 

S1). 106 

The study of drylands and their vegetation has a long history. Classical authors such as the 

Roman naturalist Gaius Plinius Secundus (AD 23/24 – 79) or the Greek geographer Strabo (BC 108 

63/64 – AD 24) compiled the natural history and uses of many dryland plants in the Mediterranean 

Basin (Serrano Luque, 2018). During the XXth Century, detailed studies of the distribution of 110 

vegetation were conducted in drylands from multiple continents (e.g., Shreve, 1942; Soriano, 1956; 

Keast et al., 1959), and studies of the ecology of dryland vegetation and their interactions with 112 

humans, soils, microorganisms and abiotic factors have grown exponentially over the past two 

decades (Greenville et al., 2017).  114 

Despite the growing interest in drylands, a comprehensive biogeographical synthesis of key 

organisms, ecosystem attributes and processes characterizing these ecosystems is still lacking. 116 

Such a synthesis could identify those factors that shape their current distribution patterns. This is 

important for accurately forecasting what drylands will look like in the future and for designing 118 

more efficient restoration and conservation actions. Here, we combined a literature review with the 

analyses of global standardized databases and remote sensing products to synthesize our current 120 

understanding of the biogeography of dryland vegetation, its spatial and productivity patterns, and 

the functional traits that shape them at the global scale. Crucial for understanding these patterns 122 

are those of plant-plant and plant-soil interactions, which shape community structure and 

functioning at the local scale but that have scarcely been explored across large geographical scales 124 



in drylands (Soliveres et al., 2014; Ochoa-Hueso et al., 2018). We also address the biogeography 

of biocrusts, another fundamental biotic component of drylands whose biogeography has been little 126 

studied (García-Pichel et al., 2013; Bowker et al., 2016), and that of the response and effect traits 

of woody species that are encroaching in herbaceous communities. This major vegetation change 128 

occurring in drylands has important implications for their structure and functioning worldwide 

(Eldridge et al., 2011). Finally, we briefly discuss important knowledge gaps that need to be 130 

addressed to better understand the biogeography of global drylands. We do not, however, provide 

an in-depth coverage of key topics such as the importance of climatic attributes as drivers of the 132 

structure and functioning of dryland ecosystems or their responses to global environmental change 

drivers because they have been reviewed elsewhere (e.g. Austin et al., 2004; Maestre et al., 2016; 134 

Collins et al., 2014). Our review addresses major gaps and key questions, and provides novel 

syntheses and analyses that both summarize the state-of-the-art in our knowledge and serve as 136 

hypotheses to guide future work in dryland biogeography (Fig. 1). 

II. Geographical patterns of plant diversity are linked to the long history of dryland biomes 138 

and their plants 

To understand current plant diversity patterns and the distribution of different plant lineages in 140 

drylands, we need to start with their origin. The earliest establishment of arid conditions was 

asynchronous in different continents. In Africa and South America, dryland ecosystems appeared 142 

in the Paleocene (66 – 56 Ma) (Partridge, 1993; Graham, 2010), in central Asia by the end of the 

Eocene (34 Ma) (Sun & Windley, 2015), and in Australia in the Middle Miocene (16 to 11.6 Ma) 144 

(Byrne et al., 2008). The Namib, arguably the oldest desert in the world, has experienced 

continuous arid conditions since at least the beginning of the Late Cenozoic (33.9 Ma, Lancaster, 146 

1984), whereas the southwestern deserts of the USA, or the Atacama Desert and the Caatinga in 

South America, are more recent (De Oliveira et al., 1999, Thompson & Anderson, 2000). In Central 148 

Asia, the semi-arid Loess Plateau began to appear around 8 Ma likely due to global precipitation 

changes triggered by the second phase of the uplift of the Tibetan Plateau, which had a major role 150 

in the expansion of C4 grasses (Pagani, 1999). During the Last Glacial Period, Central Asia went 

through a cold arid stage that allowed the spread of steppes dominated by species of the Asteraceae 152 

(Artemisia spp.) and Poaceae families (Lioubimtseva, 2004). The semi-arid climate became 

widespread in Australia during the Pliocene (5.3-1.8 Ma), featuring open woodlands, arid 154 

shrublands, and grasslands (Martin, 2006). Later, during the glacial-interglacial cycles of the 



Quaternary, glacial periods featured a cool-arid climate, while interglacials were warm and slightly 156 

wetter. The Last Glacial Period brought an extreme arid climate featuring large areas of mobile 

dunes, now stabilized by woodlands, in western Australia between 25 and 12 ka BP (Kershaw et 158 

al., 1991).  

Molecular clocks have confirmed that the long history of global drylands is coupled with 160 

the history of its major plant lineages, and that major dryland clades diversified more or less in 

synchrony during the interval between the Late Miocene (11.63 – 5.33 Ma) and the Early Pliocene 162 

(5.3 to 3.6 Ma). This is the case of the Aizoaceae family inhabiting the Succulent Karoo in South 

Africa and Namibia, the Agavaceae and Cactaceae now living in North American deserts, and 164 

members of the Camphorosmeae family in Australia, among many others (Arakaki et al., 2011; 

Wu et al., 2018). However, a striking exception to this pattern is the long-lived phreatophyte 166 

Welwitschia mirabilis. This monotypic taxon differentiated from other genera of the division 

Gnetopsida (Gentum and Ephedra) before the opening of the Equatorial Atlantic Gateway between 168 

Africa and South America during the Early Cretaceous (145 - 100 Ma). Today, the remainder of a 

past larger distribution is restricted to the Kaokoveld Desert between Namibia and Angola 170 

(Jacobson & Lester, 2003).  

The long history of dryland ecosystems across all continents, and their role as the origin of 172 

many unique plant lineages, makes them an important host to a diverse flora featuring important 

diversity hotspots in Southern Africa, the Mediterranean basin, Western and Central Asia, North 174 

and South America, and Oceania (Fig. 2, Table S1).  

The tropical dry forests of southern Africa (Miombo and Mopane woodlands) host a 176 

remarkable plant diversity (Frost, 1996; Maquia et al., 2019). Another important center of plant 

diversification in southern Africa is the Cape Floristic Region, formed by sclerophyll shrublands 178 

and heathlands (also named fynbos) hosting ~6,000 endemic species (Goldblatt & Manning, 2000). 

Finally, among the most idiosyncratic plant diversity hotspots in drylands worldwide is the 180 

Succulent Karoo, a coastal band in Namibia and South Africa with ~5,000 plant species, of which 

40% are endemic (Table S1). About 1,750 of these species are dwarf succulents belonging to the 182 

Aizoaceae family, Crassulaceae, and annual plants of the Asteraceae family (Hilton-Taylor, 1996). 

Hyperarid areas of northern Africa are less diverse, though areas such as the Algerian Sahara are 184 

inhabited by at least 1200 plant species (Ozenda, 2004). 



The Mediterranean drylands of southern Spain and northern Morocco and Algeria are also 186 

among the richest drylands of the world (Médail & Quézel, 2001), and share many sclerophyllous 

trees (e.g., Quercus suber, Q. Ilex, Olea europaea, and Pinus halepensis) accompanied by 188 

understory shrubs dominated by species like Cistus spp., Rosmarinus officinalis and Genista spp. 

The Irano-Anatolian biogeographic region, featuring steppes dominated by the perennial Prosopis 190 

farcta (FAO, 2019), is the center of taxonomic diversification of annual legumes, and particularly 

of the genus Astragalus spp., with around 1,500 species (Ehrman & Cocks, 1996). This region also 192 

had an important role in the diversification of the families of halophytic succulents such as 

Chenopodioidea and Zygophyllaceae (Wu et al., 2018).  194 

The dryland belt of Northern Eurasia, the largest continuous set of drylands in the world, 

encompasses from the Great Hungarian Plain (Hungary, Serbia, Croatia, and Romania) to the 196 

Manchurian mixed forests in northeastern China (Groisman et al., 2018). Its hyperarid areas are 

the contiguous Taklimakan Desert, Qaidam Basin semi-desert, and Alashan Plateau semi-desert in 198 

northwestern China. Their shifting sand dunes are devoid of vegetation, but more stable areas are 

colonized by the small halophytic tree Haloxylon ammodendron and the perennial shrub 200 

Reaumuria songarica (Gong et al., 2019). The permanent Tarim River crosses the Taklimakan, 

creating the conditions for well-developed riparian forests of Populus euphratica and P. pruinosa 202 

(Thomas & Lang, 2021). The dryland belt of Northern Eurasia also includes important arid and 

semi-arid areas. For example, the Kazakh semi-desert is a large Artemisia spp. shrubland that limits 204 

in the north with the Kazakh steppes, rich in Stipa spp. and Festuca spp. The Central Asian and 

Eastern Gobi deserts are, respectively, xeric shrublands dominated by Haloxylon persicum and H. 206 

ammodendron, and extensive steppes and shrublands dominated by the endemics Caragana bungei 

and C. leucocephala, Potaninia mongolica and Nitraria sibirica (Thomas et al., 2000) The 208 

Qinghai-Tibetan Plateau (4000 m.a.s.l) has been identified as a center of diversification of genera 

such as Pedicularis spp., Rhododendron spp., and Primula spp., among many others (see Wen et 210 

al., 2014 for further details). 

North America holds a vast array of dryland ecosystems, from the Sonoran Desert to the 212 

northernmost drylands of the world, the conifer taiga forests of Canada. The family Cactaceae, 

with Carnegiea gigantea as its most conspicuous representative, reaches its maximum levels of 214 

diversity in the southern United States and Mexico (Shreve, 1942). The Colorado Plateau and the 

Canyonlands region is dominated by Pinus ponderosa and P. edulis forests, and by Juniperus spp. 216 



In open areas between the trees, shrubs like Artemisia tridentata and Cercocarpus montanus, an 

important number of Astragalus spp. and cacti such as Echinocereus spp. find their place to thrive 218 

(Shreve, 1942). 

South America has a large surface of important dry forests mainly located in the Gran 220 

Chaco, the Maranhão Babaçu, and the Caatinga, the driest forest of South America that features a 

xeric shrubland with succulents and thorny trees with a high level of endemism (Fernandes et al., 222 

2020). The Caatinga is also an important center of diversification of the Cactaceae family, along 

with the southwestern Andes (Ortega-Baes & Godínez-Alvarez, 2006). 224 

Australia features 28 arid ecoregions inhabited by 23,436 plant species, ranging from the 

8,625 species of the temperate forests of Southeast Australia, to the 650 of the Hampton mallee 226 

and woodlands, located in the coast of Southern Australia (GBIF.org 2020; Dinerstein et al., 2017). 

The broadleaved forests of Oceania include 803 species of the Eucalypteae tribe (genera 228 

Angophora, Corymbia, and Eucalyptus) in wetter areas, and 994 species of Acacia in drier areas 

(GBIF.org 2020). The quintessential Hummock Grasslands are located in the arid and hyperarid 230 

regions of the Australian outback and are typified by Triodia spp., which occupy a vast proportion 

of the continent (Keast et al., 1959). The Tussock grasslands of Northern Australia are rich in 232 

endemic tufted grasses, such as Dichanthium sericeum and Astrebla spp. (Keast et al., 1959). 

III. The functional paradox of drylands 234 

The morphological, physiological and phenological characteristics of species −functional traits− 

relate to how they acquire, conserve and release resources (Díaz et al., 2016). They are increasingly 236 

used to explore how species assemble within communities and respond to their environment, and 

how changes in communities feedback on ecosystem functioning (Suding et al., 2008). Strong 238 

environmental constraints such as high aridity conditions, scarce and unpredictable rainfall, and 

low soil nutrient contents should reduce plant functional diversity, as predicted by the 240 

environmental filtering theory (Keddy, 1992). However, drylands contradict these theoretical 

predictions and exhibit a strikingly high diversity of plant forms and functions (Notes S1, Fig. S2), 242 

perhaps precisely because of plants´ response to such unpredictable conditions.  

 We used data on leaf morphology and physiology (Maire et al., 2015; Wright et al., 2017) 244 

to evaluate the functional diversity of drylands, and to quantify their overlap with that of remaining 

terrestrial ecosystems (Fig. 3). The dataset used includes trait data for 1,502 species distributed 246 

worldwide, and offers a relatively well-balanced representation of dryland species compared with 



other trait databases (e.g., Kattge et al., 2020). We found that leaf functional diversity from 248 

drylands largely overlaps with that observed across the rest of terrestrial ecosystems. Moreover, 

the variance in dryland trait distributions is as large, and sometimes larger, than that observed 250 

across other terrestrial ecosystems. These results illustrate what we define as the functional paradox 

of drylands, i.e. the higher than expected functional diversity in dryland plants compared to those 252 

from less environmentally-constrained environments. They contrast with what has been recently 

observed in other harsh biomes such as the cold tundra, wherein species occupy a constrained 254 

subset of the global functional trait space (Thomas et al., 2020). The high variance observed in leaf 

size and leaf economic traits across drylands reflects the remarkable phenotypic diversity of their 256 

plants (Figs. 1 and S2), which allows them to cope with the environmental constraints of these 

areas. For instance, prostrate shrub species characterized by small leaves often co-occur with long-258 

leaved tussock grass species and large trees (e.g. Frost, 1996). Also, stress-tolerant species often 

coexist with species with succulent leaves, and with stress-avoidant species with thin and summer-260 

deciduous leaves, which may explain the wide variety of leaf forms and functions observed in 

drylands (Noy-Meir, 1973; Gross et al., 2013). Furthermore, species characterized by small leaves, 262 

with low specific leaf area and high photosynthetic capacity per unit of leaf surface are over-

represented in drylands (Noy-Meir, 1973). This likely helps them to cope with water shortage 264 

(Notes S1). It is also remarkable that drylands exhibit leaf-trait distributions characterized by lower 

kurtosis than communities from the rest of the world (Fig. 3). In other words, drylands host a high 266 

plant functional diversity of plant species that are more evenly represented than in other biomes.  

The high functional diversity of drylands observed at the global scale is also evident at the 268 

local scale. A maximization of local plant functional diversity in drylands has been recently 

documented (Gross et al., 2017), even under prevailing environmental filtering (Le Bagousse-270 

Pinguet et al., 2017). Such a pattern likely results from co-occurring species exhibiting distinct 

strategies to cope with the environmental conditions found in these areas (Notes S1), from spatio-272 

temporal storage effects (Noy-Meir, 1973) and from positive and intransitive interactions (e.g., 

Butterfield & Briggs, 2011; Saiz et al., 2019), discussed in section VII below. 274 

IV. Productivity of dryland vegetation: drivers, trends and patterns  

The high taxonomic and functional plant diversity observed in drylands plays a major role in 276 

maintaining the functioning of these ecosystems and the stability of their productivity (García-

Palacios et al., 2018; Le Bagousse-Pinguet et al., 2019). The productivity of vegetation, which 278 



provides essential ecosystem services, including food production, soil fertility and climate 

regulation (Ahlström et al., 2015; Maestre et al., 2016; Cherlet et al., 2018), is typically measured 280 

across large geographical scales using satellite measurements such as the normalized difference 

vegetation index (NDVI; Smith et al., 2019). While in areas with low vegetation canopy cover, 282 

such as drylands, the soil background can significantly influence NDVI estimates (Smith et al., 

2019), this index shows good correlations with vegetation productivity measured in situ across 284 

drylands (e.g., Paruelo et al., 1997; Tian et al., 2017).   

Vegetation productivity in drylands not only responds to biotic attributes, but also to abiotic 286 

ones. Indeed, productivity patterns closely match the aridity gradients found naturally across global 

drylands (Figs. 3a and S1). The mean (standard deviation) NDVI of dryland vegetation during the 288 

period 2001-2019 was 0.06 (0.03), 0.09 (0.06), 0.18 (0.1) and 0.26 (0.11) in hyper-arid, arid, semi-

arid and dry-sub humid environments, respectively (Fig. 4a). However, there is substantial 290 

variation within aridity classes driven by both the biotic attributes mentioned above (plant richness 

and functional traits) and by other factors (e.g., topography, climatic variability, herbivory, soil 292 

type or land use; Collins et al., 2014; Maestre et al., 2016; Venter et al., 2018; Burrell et al., 2020).  

The most abundant land cover types in drylands are grasslands, followed by areas with less 294 

than 10% vegetation cover and shrublands (Fig. 4b). Savannas and forests, including deciduous, 

evergreen and mixed forests, occupy ~11% and <5% of global dryland area, respectively. It must 296 

be noted, however, that the remote sensing products typically used to quantify land cover, such as 

MODIS (Friedl & Sulla-Menashe, 2019), have insufficient resolution to adequately quantify 298 

discontinuous forest stands such as those found in many drylands. Recent global estimates using 

high resolution imagery indicate that 1327 million hectares of drylands had more than 10% tree-300 

cover, and 1079 million hectares comprised forest in 2015 (Bastin et al., 2017). A major feature of 

land cover in drylands, the sparse, discontinuous vegetation cover with isolated trees and shrubs 302 

(Fig. S2), is also not captured properly by most remote sensing data currently available. However, 

this is beginning to change as high-resolution remote sensing products become more widely 304 

available. For example, Brandt et al. (2020) found ~1.8 billion individual trees (crown size > 3 m2) 

over 1.3 million km2 in drylands of West Africa, with canopy cover ranging from 0.1% (0.7 trees 306 

per hectare) in hyper-arid areas to 13.3% (47 trees·hectare-1) in dry sub-humid areas. Although 

previously ignored, isolated trees play a key role in drylands by capturing and re-distributing 308 



resources, providing habitat and refugia for fauna and flora, and producing goods and services 

crucial for local human populations, including timber, food and forage (FAO, 2019). 310 

From 1982 to 2009, the global increase in vegetation productivity observed (Zhu et al., 

2016), is also apparent in many drylands. An updated analysis (Fig. S3; Notes S2) indicates that 312 

26 million km2 show positive trends in vegetation productivity (greening) during the 2001-2019 

period. Greening increased with reductions in aridity across global drylands (e.g., 66% of hyper-314 

arid areas experienced greening vs. 84% of dry sub-humid areas; Fig. S3). A recent analysis of 

greening trends in global drylands (Burrell et al., 2020) indicates that their major drivers were 316 

increases in soil moisture and water use efficiency associated with a CO2 fertilization effect, 

followed by land use and climate change. Climate variability and land use were, however, major 318 

greening drivers in the Sahel, India, China and Australia (Burrell et al., 2020). Despite the overall 

greening trend observed, a total of 6 million km2 of drylands showed significant negative trends in 320 

vegetation productivity (browning) between 2001 and 2019 (Fig. S3). Browning varied also with 

the degree of aridity, and ranged from 34% in hyper-arid areas to 16% in dry sub-humid areas. A 322 

recent analysis of browning trends in global drylands (Burrell et al., 2020) indicates that land use 

was the most important browning driver, followed by climate change and climate variability. 324 

Multiple drivers often act together to amplify browning trends, as found in areas of Central Asia 

and the semi-arid Caatinga of Brazil (climate change and land use) or in South America (climate 326 

change and variability) (Burrell et al., 2020). 

V. A single size does not fit all: biogeography of vegetation spatial patterns  328 

The relatively low productivity of dryland vegetation prevents it from covering all the soil surface. 

Instead, drylands are spatially heterogeneous environments, wherein vegetation tends to form 330 

islands, or “patches”, surrounded by bare soil (Aguiar & Sala, 1999; Tongway et al., 2001). This 

discontinuous vegetation is characterized by multiple spatial configurations, including fairy circles 332 

and irregular, regular, spotted, stripped or labyrinth patterns (Fig. S4; Deblauwe et al., 2008; 

Berdugo et al., 2017, 2019b; Getzin et al., 2019). These spatial patterns have fascinated ecologists, 334 

geographers, mathematicians and physicists alike since their discovery after the second world war 

(see Tongway et al., 2001 and references therein). They have also been associated with ecosystem 336 

functioning (Pringle et al., 2010; Berdugo et al., 2017), and have been proposed as potential early 

warning signals for the onset of land degradation and desertification (Rietkerk et al., 2004; Kéfi et 338 

al., 2007) in drylands. Thus, their study is not only relevant to our understanding of the structure 



and functioning of dryland ecosystems, but also for the monitoring of degradation processes 340 

affecting them.  

The spatial patterns of dryland vegetation can be broadly classified into two major types 342 

(regular and irregular), which are not evenly distributed across global drylands (Fig. 5). Regular 

patterns occur when a certain spatial configuration of plants and bare soil is periodically repeated 344 

through the landscape (Fig. S4). They tend to resemble patterns observed on animal coats, such as 

tiger stripes or “brousse tigree” (see Tongway et al., 2001 and references therein), and are 346 

characterized by a typical patch size (Kéfi et al., 2010). Fairy circles, which manifest as an 

arrangement of bare soil circles surrounded by vegetation, and are therefore a special case of 348 

regular patterns, have been reported from the Namib and Australia (Getzin et al., 2019). Irregular 

patterns occur when patches of a broad range of sizes occur across the landscape (Fig. S4; Kéfi et 350 

al., 2007).  

Although external factors such as soil or resource spatial heterogeneity and vegetation 352 

growth form affect vegetation spatial patterns (e.g., Couteron et al., 2014), they have been shown 

to result largely from plant-plant and plant-soil interactions (Lefever & Lejeune, 1997; Kéfi et al., 354 

2010). Mechanisms of vegetation pattern formation have been identified using theoretical models 

(e.g., Lefever & Lejeune, 1997; von Hardenberg et al., 2010) and are supported by field 356 

observations from different environments (e.g., Barbier et al., 2008; Berdugo et al., 2017; Getzin 

et al., 2021). Irregular patterns emerge when plant facilitation processes occur at a much smaller 358 

spatial scale than competitive processes (e.g., von Hardenberg et al., 2010). In turn, regular patterns 

result from a dominance of competitive mechanisms, whose spatial scale determines the regular 360 

distancing between patches (von Hardenberg et al., 2010). The formation of fairy circles is 

controversial, as they can be explained by either plant allelopathic interactions, an interaction with 362 

mound-forming  termites and plant competition, or by the role of grasses as ecosystem engineers 

of soil water diffusion and infiltration (see Tarnita et al., 2017; Getzin et al., 2019, 2021 and 364 

references therein).  

In the same way as for plant productivity, aridity is the most important predictor of the 366 

occurrence of regular vegetation patterns, followed by mean temperature of the wettest quarter 

(Deblauwe et al., 2008). High (> 24ºC) or low to medium (2-6ºC) temperature seasonality also 368 

favored the formation of regular spatial patterns. Other studies have shown that the shape of regular 

patterns (bands, stripes, gaps, spots) is driven by the combination of rainfall and the slope of the 370 



terrain (Deblauwe et al., 2012). Gaps are more likely to occur in drylands where annual rainfall is 

higher (~500 mm per year), followed by labyrinths (400-450 mm) and spots (<400 mm). Bands 372 

become increasingly more frequent as slope increases (Tongway et al., 2001).  

A biogeographical analysis of dryland vegetation patterns (Berdugo et al. 2019b) indicates 374 

that they tend to shift from irregular to regular as aridity increases, coinciding with the collapse of 

positive plant-plant interactions under the most arid conditions (Aridity Index < 0.3; Berdugo et 376 

al., 2019a). Aridity and plant-plant interactions are not, however, the sole drivers of changes in 

plant spatial patterns. Indeed, vegetation type strongly modulates the importance of abiotic drivers 378 

of vegetation patterns (e.g. precipitation seasonality and soil texture are important drivers in 

grasslands and shrublands, respectively), and contrasting mechanisms of facilitation (soil 380 

amelioration in shrublands vs. percentage of facilitated species in grasslands) operate to form 

irregular patterns (Berdugo et al., 2019b). 382 

Different plant growth forms (trees, shrubs or grasses) often display different spatial 

patterns in drylands, even at small spatial scales (Fig. S4). For example, trees might be regularly 384 

patterned whereas grasses are often irregular. Moreover, the drivers of the overall vegetation 

pattern formation can involve multi-scale patterning (patterns within the patterns) due to multiple 386 

mechanisms of ecological self-organization at different scales, as it occurs with fairy circles 

(Tarnita et al., 2017). Addressing these mechanisms in the field has remained an elusive task so far 388 

due to the difficulty of measuring plant-plant interactions within and across these hierarchical 

spatial scales.  390 

VI. Biogeography of biocrusts, the “living skin” of drylands  

In addition to vascular plants, the functioning of dryland ecosystems worldwide is largely 392 

determined by the presence, cover and composition of biological soil crusts (biocrusts), diverse 

communities composed of lichens, bryophytes and other soil microorganisms (such as 394 

cyanobacteria, algae, and fungi) coexisting in the uppermost soil layers (Weber et al., 2016). They 

are typically found in plant interspaces and under plant canopies that are not covered by litter (Fig. 396 

S5), and their global distribution results from climate and edaphic characteristics interacting at 

multiple spatial and temporal scales (Weber et al., 2016; Bowker et al., 2017). 398 

In particular, aridity, temperature and gypsum content are important drivers of broad 

patterns of biocrust composition in drylands (García-Pichel et al., 2013, Bowker et al., 2017). For 400 

example, biocrusts in hyper-arid regions are commonly dominated by cyanobacteria, together with 



other microscopic components (e.g., bacteria, fungi; Büdel et al., 2016; Figs. 6a, S5 and S8). 402 

Cyanobacteria are also an important feature in arid and semi-arid regions of North America, 

Southern Africa, Eastern Asia and Australia (Figs. 6b-d, S5 and S6). Major functional roles played 404 

by cyanobacteria in such regions are nitrogen fixation, run off modulation and soil stabilization by 

creating an extracellular matrix (Büdel et al., 2016; Eldridge et al., 2020). 406 

In deserts under maritime influence such as the Namib, biocrusts can be dominated by 

lichens, sometimes representing the most abundant ground cover (e.g., Lalley & Viles, 2005; Figs. 408 

6c and S6). In arid and semi-arid drylands, greater moisture availability allows lichens to develop 

extensive ground covers (Fig. S5). They dominate biocrusts in semi-arid drylands of Western North 410 

America, Portugal, Spain, China, Argentina, Southern Africa and Australia (Figs. 6 and S6), and 

are particularly diverse and abundant in gypsum soils (Bowker et al., 2017). Lichens are important 412 

contributors to carbon fixation, sediment trapping and microbial activity regulation in these areas 

(Bowker et al., 2017; Eldridge et al., 2020). 414 

Bryophyte-dominated biocrusts can be found from hyper-arid to arid and semi-arid habitats 

of North America, China and Australia (Seppelt et al., 2016; Figs. 6b, 6d, 6e and S6), where they 416 

influence carbon fixation, germination and emergence of vascular plants, habitat provision and the 

regulation of soil surface microclimate (Weber et al., 2016; Bowker et al., 2017). These biocrusts 418 

also become more abundant with increasing water availability (Bowker et al., 2006; Li et al., 2017; 

Fig. S6) and are particularly sensitive to climate change, which can seriously reduce their 420 

distribution and functional roles in drylands (Ferrenberg et al., 2017). Algae and liverworts are 

important biocrust constituents in Chinese deserts, calcareous drylands in Australia and siliceous 422 

and sandy drylands in South Africa, also contributing to carbon fixation and soil stabilization in 

these regions (Seppelt et al., 2016; Büdel et al., 2016). 424 

VII. Environmental conditions and functional traits drive variations in plant-plant and plant-

soil interactions  426 

The interactions between different plant species, and between plants and the soils beneath them, 

are not only fundamental drivers of vegetation patterns (section V) but can also shape 428 

biogeographical patterns (reviewed in Godsoe et al., 2017). Plant-plant and plant-soil interactions 

are involved in macro-ecological processes, including range expansions (e.g., Zhang et al., 2020), 430 

or plant evolution (e.g., Thorpe et al., 2011) in many biomes worldwide. However, no previous 

study has specifically evaluated how plant-plant or plant-soil interactions (the latter including soil 432 



microbes and soil physico-chemical attributes) shape the biogeography of dryland ecosystems. 

Plant-plant and plant-soil interactions are sensitive to climate, soil type and land use (e.g., Mazía 434 

et al., 2016; Van der Putten et al., 2016), and, therefore, are expected to shape dryland´s diversity 

patterns. Plant-plant interactions are also influenced by the biogeographic patterns of herbivores 436 

and the co-evolution between them (Stebbins, 1981), a topic beyond the scope of this review. 

A quarter of dryland plant species seem to depend on positive plant-plant interactions 438 

(facilitation; Soliveres & Maestre, 2014; Vega-Alvarez et al., 2019). These patterns hold 

particularly true for those species less adapted to dry conditions (Valiente-Banuet et al., 2006; 440 

Berdugo et al., 2019a), which also greatly benefit from associations with symbiotic microbes like 

mycorrhiza. This influence has allowed, for example, the continuation of Mediterranean plant 442 

lineages that evolved during the wetter conditions of the Tertiary to today´s harsher conditions 

(Valiente-Banuet et al., 2006), and could be a potential explanation of the high functional diversity 444 

observed in drylands (Section III). Plant-associated microbes are a fundamental driver of the 

colonization of plants into new habitats (e.g., Delavaux et al., 2019). Conversely, if plant species 446 

manage to disperse far enough as to escape their soil antagonists, they can outcompete their 

neighbors and successfully invade new habitats (Zhang et al., 2020). Thus, existing empirical 448 

evidence leaves little doubt about the importance of plant-plant and plant-soil interactions in 

shaping species´ niches, and therefore influence dryland biodiversity and biogeographical patterns. 450 

Latitudinal gradients in biodiversity are less apparent in drylands than in other ecosystems 

(e.g., Ulrich et al., 2014). Similarly, plant-plant interactions do not show clear relationships with 452 

latitude in drylands (Fig. 7). For example, although the positive effects of trees on grass biomass 

peak near the tropics, this pattern is overridden by prevailing conditions of aridity or tree functional 454 

traits (Mazía et al., 2016). Indeed, positive plant-plant interactions are stronger and more prevalent 

in arid and semi-arid environments than in lower latitude tropical biomes (Gómez-Aparicio, 2009). 456 

Latitudinal patterns are not evident in plant-soil interactions either (Ochoa-Hueso et al., 2018; but 

see Delavaux et al., 2019; Steidinger et al., 2019). Instead of following latitudinal gradients, 458 

macroecological patterns in plant-plant and plant-soil interactions are largely driven by variation 

in environmental conditions and their interaction with the functional traits of the interacting plant 460 

species. However, the interactions between vegetation and environment as drivers of plant-plant 

interactions may themselves exhibit biogeographical patterns, as shown by the large shared 462 



variance explained by vegetation, environment and geography, and the large importance of latitude 

and longitude as predictors of these interactions across global drylands (Fig. 7).  464 

At the core of plant-plant and plant-soil interactions in drylands is the “fertility island” 

phenomenon, which refers to the higher contents in organic matter and available nutrients, coupled 466 

with cooler and moister environments, typically found beneath plant patches compared with 

adjacent open areas without vegetation (Schlesinger & Pilmanis, 1998; Aguiar & Sala, 1999). 468 

Vegetated patches in drylands capture air-borne particles, contributing to nutrient input and 

conservation beneath them (Schlesinger & Pilmanis, 1998; Gonzales et al., 2018). They also 470 

intercept water and nutrients from surface run-off after rainfall events, thus altering the soil and 

microclimatic conditions underneath them. Macro-ecological patterns in the fertility island effect 472 

across global drylands are determined by: (i) environmental conditions, including aridity and 

grazing pressure, (ii) soil properties, including soil parent material and age, which determine soil 474 

texture and pH, and (iii) the structure and composition of plant communities, including their 

functional traits (Allington & Valone, 2014; Ochoa-Hueso et al., 2018; Fig. S7; section VIII). Plant 476 

patches are comparatively more fertile than adjacent bare soils when soils are more alkaline, have 

greater sand content, under semiarid climates or when grazed (Allington & Valone, 2014; Ochoa-478 

Hueso et al., 2018).   

Aridity is a major driver of the structure and functioning of drylands (e.g. Maestre et al., 480 

2016; Berdugo et al., 2020; sections IV and V), and thus of plant-plant and plant-soil interactions 

there (e.g., Maestre & Soliveres 2014; Ochoa-Hueso et al., 2018). Increases in aridity such as those 482 

forecasted by the end of XXIth century (Huang et al., 2017) drastically alter the structure and 

function of the soil microbiome in drylands (Berdugo et al., 2020; Delgado-Baquerizo et al., 2020). 484 

For example, Berdugo et al. (2020) identified an important aridity threshold associated with a 

transition from semiarid to arid ecosystems (Aridity Index = 0.2), wherein small increases in aridity 486 

dramatically increased the proportion of fungal pathogens and reduced that of plant fungal 

symbionts. This could partly explain why the fertility island effect, tightly linked to these fungal 488 

communities, is less pronounced under arid than under semi-arid conditions (Ochoa-Hueso et al., 

2018). These findings also suggest that climate change could shift the balance between positive 490 

and negative plant-soil interactions, negatively impacting the fitness of plant communities in 

drylands. Even without further aridification, drylands may have generally weaker or more negative 492 

plant-soil interactions than more mesic environments. This is due to a greater proportion of plant 



antagonists, compared with decomposers or symbionts, in drylands than in other terrestrial 494 

ecosystems (Fig. S8, Notes S3), or to the lower abundance of soil microorganisms observed as 

aridity increases (Maestre et al., 2015). Aridity also accounts for a substantial proportion of the 496 

variation in the effects of plant-plant interactions on the structure and composition of drylands 

(~50% for biomass [Mazía et al., 2016] ~29% for biodiversity [Soliveres & Maestre, 2014]). 498 

Considered collectively, existing research suggests that the effects of plant-plant interactions tend 

to become more positive for biomass and for biodiversity in tree- or annual-dominated ecosystems 500 

when aridity increases (Mazía et al., 2016; Rey et al., 2016; Berdugo et al., 2019a). Therefore, in 

these cases, and contrary to expectations for plant-soil interactions, plant-plant interactions should 502 

become more positive, and perhaps more important in shaping dryland biodiversity and 

productivity patterns, under future climatic scenarios.  504 

The effects of plant-plant interactions on biodiversity across aridity gradients are far less 

consistent in grass- or shrub-dominated ecosystems than in savannas or annual-dominated 506 

communities (Soliveres & Maestre, 2014; Rey et al., 2016). In these cases, it is more likely that 

the traits of the interacting species play a greater role in modulating the outcome of plant-plant 508 

interactions than environmental conditions per se (Soliveres et al., 2014). Nurse and beneficiary 

traits are a crucial driver of the outcome of plant-plant interactions in drylands (Gómez-Aparicio, 510 

2009; Butterfield & Briggs, 2011; Al Hayek et al., 2015; Mazía et al., 2016). Existing evidence 

suggests that woody species are generally better nurses than grasses (Gómez-Aparicio, 2009; 512 

Soliveres et al., 2014), particularly if they are N-fixers (e.g., Mazía et al., 2016) or have open and 

large canopies (Al Hayek et al., 2015). These traits are also those behind more pronounced fertility 514 

island effects and can alter the abundance of fungi and bacteria beneath plant canopies (Ochoa-

Hueso et al., 2018). Tall woody species are more efficient at capturing airborne particles (Gonzales 516 

et al., 2018) and redistribute nutrients and water via their highly developed and deep root systems 

(Prieto et al., 2012). Such features of root systems are also important determinants of the 518 

association of plants with microbial symbionts such as mycorrhizae (Schenk & Jackson, 2002). 

This could explain why woody plants are better facilitators than grasses. In addition, population 520 

growth rates in soil microbes increase more strongly after rainfall pulses in tree- than in grass-

dominated ecosystems (Fierer et al., 2003), which may cause a higher sensitivity of plant-microbe 522 

interactions to changes in rainfall amount and frequency expected under future climate scenarios 

in grasslands than woodlands. Whether or how plant functional traits drive plant-microbe 524 



interactions in drylands, and how they interact with aridity, is still poorly understood, mainly 

because of the short duration and highly species-specific responses often reported in the few 526 

existing studies (Van der Putten et al., 2016).  

VIII. Tradeoffs between traits of encroaching woody plants have a biogeographical basis 528 

Woody encroachment, perhaps the most dramatic form of dryland vegetation cover change, 

continues to increase over large dryland areas of the United States (Archer et al., 2017), Africa 530 

(Venter et al., 2018), Australia (Fensham et al., 2005), South America (Rosan et al., 2019) and 

Europe (Maestre et al., 2009). The causes of encroachment are many and complex, but generally 532 

relate to altered intensities of land-use (e.g., overgrazing and changes in fire regimes) and increases 

in atmospheric carbon dioxide, all of which give woody plants a competitive advantage over 534 

herbaceous vegetation (see Archer et al., 2017 and references therein). This global phenomenon 

summarizes well the importance of plant-plant and plant-soil interactions to shape the structure and 536 

functioning of drylands. Although the ecosystem consequences of encroachment have been 

extensively studied (e.g., Eldridge et al., 2011; Maestre et al., 2016; Archer et al., 2017), we still 538 

have relatively poor appreciation of the biogeography of the main encroaching species.  

Many of the more than 100 woody species that are known to encroach (Eldridge et al., 2011; 540 

Ding and Eldridge, 2019) share common traits, so a trait-based assessment of their biogeography 

can help us to understand their global distribution and impacts on dryland ecosystems. We did so 542 

by combining global databases of woody encroachment (Eldridge et al., 2011), woody plant 

removal following encroachment (Ding et al., 2020) and woody plant functional traits (Ding et al., 544 

2020). These combined datasets (315 independent studies of 100 species) included traits that are 

related to the effects of woody plants on ecosystem functioning (i.e. how they affect functional 546 

outcomes such as nutrient cycling, hydrological function or habitat quality). For the purposes of 

our analyses, we separated them into traits linked to their morphology (structural traits) and to their 548 

physiology and phenology (functional traits). Our structural traits related to size (plant height), 

canopy shape (v-shaped to round), root type (mixed to surface roots) and foliage contact with the 550 

soil surface. The five functional traits related to whether plants were deciduous, allelopathic, 

resprouting, palatable, or nitrogen fixers. These traits have previously been ranked according to 552 

whether they increase or reduce ecosystem functions (Ding et al., 2020). After assigning a 

numerical value to each of these traits, these data were standardized such that a higher value 554 

corresponded to a greater function (see Ding et al. 2020 for details). 



Encroaching woody plants from North American and African drylands were significantly 556 

taller (7.8 – 9.9 m) than those from South American, Asian or Australian drylands (1.3 – 1.5 m; 

Fig. S9). Encroaching woody plants from Africa were more likely to have tap roots, foliage that 558 

touches the ground, and fix nitrogen. Woody plants encroaching in Australia were more likely to 

be palatable, evergreen, tap-rooted, resprouting species, whereas encroaching species from North 560 

America were less likely to resprout or fix nitrogen. Encroaching species from Asia were more 

likely to have tap roots, and those from Africa more likely to be v-shaped than expected by chance. 562 

Finally, species from Europe were more likely to have fibrous roots but less likely to be 

allelopathic. 564 

Average values of structural and functional traits at the continental scale reveal that sites 

encroached by woody plants with high value of functional traits tend to have low values of 566 

structural traits, and vice versa (Fig. 8). For example, African woody plants had high values of 

function but relatively low structure, whereas North America exhibited the opposite, with generally 568 

higher structural values but low values of functional traits. Europe and to a lesser extent Australia 

and Asia, had average values of structural and functional plant traits.  570 

Our synthesis shows the tradeoffs between structural and functional trait values of woody 

plants that encroach in drylands. It also demonstrates that the idiosyncratic portfolio of traits that 572 

confer functional outcomes have a biogeographical basis. For example, the larger than expected 

number of nitrogen-fixing shrubs from Australia may reflect a competitive advantage of these 574 

species in Australia’s soils, which have low nitrogen contents compared to other drylands (Eldridge 

et al., 2018). Similarly, taller shrubs in Africa may be an evolutionary advantage under higher 576 

levels of vertebrate browsing, compared with continents such as South America or Australia, which 

have long been dominated by vertebrate herbivores such as camelids or macropods, respectively 578 

(Dantas & Pausas, 2013).   

IX. Concluding remarks and future research directions 580 

Drylands host a diversity of plants that capture a surprisingly large portion of the variation in foliar 

traits observed globally. This extraordinary functional diversity opens up relevant questions for 582 

future research, including: i) Could the high-functional diversity of drylands confer them a greater 

resistance or resilience to climate change compared with other biomes?, ii) How does plant 584 

functional diversity correlate with soil microbial diversity and soil-borne pathogens?, and iii) Does 

the phenotypic variability expressed at the individual level (intraspecific trait variability) play an 586 



important role for the functioning of drylands at the global scale? To address these questions, 

however, we need to better characterize the functional traits of dryland plants, which are largely 588 

underrepresented in global databases (Kattge et al., 2020; Thomas et al., 2020). A significant 

challenge is therefore the development of large-scale trait databases comprising in situ individual-590 

level measurements directly coupled with environmental and soil data. The development of such 

databases would provide key insights into how plant functional diversity regulates ecosystem 592 

functioning and help to develop sound conservation and restoration strategies aimed at enhancing 

their capacity to provide essential ecosystem services.  594 

New remote sensing techniques, such as solar-induced fluorescence, near infrared 

reflectivity, thermography, hyperspectral imaging and lidar (reviewed in Smith et al., 2019), 596 

coupled with the use of high-resolution satellite images allowing the characterization identification 

of individual shrubs and trees characteristics across large regions (Brandt et al., 2020) are 598 

substantially improving our ability to monitor vegetation across multiple spatio-temporal scales. 

Such technological developments offer great promise to better characterize vegetation patterns in 600 

drylands, and to further advance our understanding of their functioning and productivity. Our 

knowledge of the biogeography of vegetation patterns in drylands, occurring mostly from studies 602 

in Africa, North America and Australia, is more advanced for regular than irregular patterns. The 

latter, however, comprise the vast majority of vegetation spatial patterns across global drylands 604 

(Fig. 5), and are the next frontier for studying their biogeography. There is also a paucity of 

experiments about mechanisms of vegetation pattern formation in drylands, a gap that should be 606 

addressed by future studies. Understanding the uncertainty about whether vegetation greening 

observed in recent decades will be maintained under future climates is a priority for future research. 608 

This uncertainty is due to contrasting effects of greater water efficiency, through elevated CO2 

(Walker et al., 2020) on vegetation productivity, which will likely be offset by negative effects due 610 

to increased evapotranspiration and reduced soil moisture (Huang et al., 2017; Soong et al., 2020). 

There is also considerable uncertainty in our projections of future aridity, depending on whether 612 

the effects of elevated CO2 on vegetation are considered or not (see Huang et al., 2017 and Lian et 

al., 2021). Understanding the impacts of future aridity conditions on vegetation productivity is 614 

essential, as productivity has been found to decline abruptly in drylands worldwide when aridity 

index exceeds values of 0.46, leading to multiple cascading, non-linear effects on key structural 616 

and functional ecosystem attributes (see Berdugo et al., 2020 for details). Furthermore, it has been 



suggested that total dryland gross primary production will increase by 123% relative to the 2000–618 

2014 baseline, largely due to the expansion of drylands into formerly more productive ecosystems 

by 2100 (Yao et al., 2020). However, forecasted changes in primary production also show large 620 

regional variations and important declines across drylands worldwide (Yao et al., 2020). How 

elevated CO2 and other factors may modulate future aridity conditions and their impacts on 622 

ecosystem productivity in drylands is thus a key, yet unsolved, question with major implications 

for the global carbon cycle and climate change mitigation actions. The use of ecosystem models 624 

parameterized across a wide variety of drylands, and the inclusion of biocrust and soil microbial 

components into them, could provide important insights into these important questions. 626 

Despite impressive advances in biocrust research over the past few decades, our knowledge 

of biocrust biogeography is still limited, particularly in regions such as Central Eurasia, North 628 

Africa, Mexico and South America. Similarly, despite the increasingly available information on 

ecological and trait information for mosses and liverworts at regional scales (e.g., Bernhardt‐630 

Römermann et al., 2018), we still lack comprehensive databases of a wide range of biocrust species 

and associated functional traits at the global scale. Increases in aridity linked to climate change are 632 

expected to result in considerable shifts in the abundance and distribution of dryland biocrusts 

(Rodríguez-Caballero et al., 2018). Thus, renewed efforts to examine the biogeography of biocrusts 634 

would allow us to better understand current patterns and predict future changes in the structure and 

functioning of dryland ecosystems, and to develop sound management, conservation and 636 

restoration strategies that account for these important communities. The collection of standardized 

spatio-temporal data on the abundance of multiple biocrust components and associated traits (e.g., 638 

tissue nutrient content, albedo, hydrophobicity) and ecosystem functions across a wide range of 

drylands remains as one of the next major challenges in dryland research. 640 

Nurse plants enhance both phylogenetic and functional diversity in drylands (e.g., Valiente-

Banuet et al., 2006; Butterfield & Briggs, 2011). Our understanding of the extent to which these 642 

nurse plant effects are consistent across environments or among different components of 

biodiversity (e.g., taxonomic, functional or phylogenetic; but see Vega-Alvarez et al., 2019) is still 644 

in its infancy. Both plant-plant and plant-soil interactions are crucial determinants of spatial and 

biodiversity patterns in drylands, yet we ignore their relative importance, in comparison to 646 

environmental factors such as climate, in shaping these patterns. Addressing these issues can help 

us to better link biotic interactions with ecosystem structure and functioning in drylands, and to 648 



establish a mechanistic understanding of the biogeographical patterns of their vegetation. Although 

not free of limitations, which are discussed in Notes S4, the map and the analyses shown in Fig. 7 650 

also serve as a working hypothesis to further explore the biogeography of plant-plant interactions 

in drylands and elsewhere. A better knowledge of plant-plant and plant-soil interactions can also 652 

help, for example, to aid in the restoration of degraded drylands by helping us to select species with 

traits that enhance ecosystem functioning (Gross et al., 2017; Le Bagousse-Pinguet et al., 2019). 654 

Bottom-up community approaches may also be successful for dryland restoration. For example, 

inoculating the soil with fungal species that create densely connected networks of hyphae may help 656 

plants to tolerate water stress and capture scarcely available soil nutrients (Collins et al., 2008). 

Thus, studying plant-plant and plant-soil interactions in drylands will provide us with information 658 

that is relevant to restoration goals using nature-based solutions.  

Despite our fascination with drylands and the renewed research efforts over the past few 660 

decades, we still have a relatively poor understanding of their biogeography at the global scale 

compared with other ecosystems such as tropical forests (e.g. Primack & Corlett, 2004). However, 662 

there is a growing interest in drylands, as evidenced by a burgeoning dryland research community, 

with its increasing network of coordinated dryland research studies across the globe (Table S2). 664 

Given the extent of drylands, and their contrasting evolutionary histories, environmental conditions 

and habitat types, their responses to environmental changes or biotic factors can only be properly 666 

understood through systematic and coordinated research efforts conducted worldwide. Such global 

collaborative efforts have proven fruitful, and have provided key insights into the biogeography 668 

and functioning of dryland vegetation and associated ecosystem processes, and how they respond 

to major climate change drivers (e.g., Maestre et al., 2012; Ulrich et al., 2014; Gross et al., 2017; 670 

Berdugo et al., 2019b). Networks of scientists working together are now in a position to test 

experimentally some of the major paradigms related to the biogeography and functioning of 672 

drylands under different global environmental change scenarios, to collect much-needed field data 

(e.g. plant functional traits and biocrusts) and to set up in situ temporal monitoring programs of 674 

vegetation and ecosystem processes across global drylands. These are major challenges for such 

networks and a priority theme for future research. We hope that this review will serve to stimulate 676 

future research on, and discussion of, dryland biogeography, so that we all have a better 

understanding of the fate of drylands, one of Earth’s most important biomes, as we move to a 678 

warmer and more unpredictable world.  
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 708 

 



References 710 

1. Aguiar MR, Sala OE. 1999. Patch structure, dynamics and implications for the functioning 

of arid ecosystems. Trends in Ecology & Evolution 14: 273–277. 712 

2. Ahlström A, Raupach MR, Schurgers G, Smith B, Arneth A, Jung M, Reichstein M, 

Canadell JG, Friedlingstein P, Jain AK, et al. 2015. The dominant role of semi-arid 714 

ecosystems in the trend and variability of the land CO2 sink. Science 348: 895–899. 

3. Allington GRH, Valone TJ. 2014. Islands of fertility: A byproduct of grazing? 716 

Ecosystems 17: 127–141. 

4. Al Hayek P, Maalouf JP, Baumel A, Dagher‐Kharrat MB, Médail F, Touzard B, 718 

Michalet R. 2015. Differential effects of contrasting phenotypes of a foundation legume 

shrub drive plant–plant interactions in a Mediterranean mountain. Journal of Vegetation 720 

Science 26: 373-384. 

5. Arakaki M, Christin PA, Nyffeler R, Lendel A, Eggli U, Ogburn RM, Spriggs E, 722 

Moore MJ, Edwards EJ. 2011. Contemporaneous and recent radiations of the world’s 

major succulent plant lineages. Proceedings of the National Academy of Sciences 108: 724 

8379–8384. 

6. Archer SR, Andersen EM, Predick KI, Schwinning S, Steidl RJ, Woods SR. 2017. 726 

Woody Plant Encroachment: Causes and Consequences. In: Briske DD, ed. Springer 

Series on Environmental Management. Rangeland Systems: Processes, Management and 728 

Challenges. Cham, Switzerland: Springer International Publishing, 25–84. 

7. Austin AT, Yahdjian L, Stark JM, Belnap J, Porporato A, Norton U, Ravetta DA, 730 

Schaeffer SM. 2004. Water pulses and biogeochemical cycles in arid and semiarid 

ecosystems. Oecologia 141: 221–235. 732 

8. Barbier N, Couteron P, Lefever R, Deblauwe V, Lejeune O. 2008. Spatial decoupling 

of facilitation and competition at the origin of gapped vegetation patterns. Ecology 89: 734 

1521–1531. 

9. Bastin JF, Berrahmouni N, Grainger A, Maniatis D, Mollicone D, Moore R, 736 

Patriarca C, Picard N, Sparrow B, Abraham EM, et al. 2017. The extent of forest in 

dryland biomes. Science 356: 635–638. 738 



10. Berdugo M, Delgado-Baquerizo M, Soliveres S, Hernández-Clemente R, Zhao Y, 

Gaitán JJ, Gross N, Saiz H, Maire V, Lehman A. 2020. Global ecosystem thresholds 740 

driven by aridity. Science 367: 787–790. 

11. Berdugo M, Kéfi S, Soliveres S, Maestre FT. 2017. Plant spatial patterns identify 742 

alternative ecosystem multifunctionality states in global drylands. Nature Ecology & 

Evolution 1: 3. 744 

12. Berdugo M, Maestre FT, Kéfi S, Gross N, Bagousse‐Pinguet YL, Soliveres S. 2019a. 

Aridity preferences alter the relative importance of abiotic and biotic drivers on plant 746 

species abundance in global drylands. Journal of Ecology 107: 190–202. 

13. Berdugo M, Soliveres S, Kéfi S, Maestre FT. 2019b. The interplay between facilitation 748 

and habitat type drives spatial vegetation patterns in global drylands. Ecography 42: 755–

767. 750 

14. Bernhardt‐Römermann M, Poschlod P, Hentschel J. 2018. BryForTrait–A life‐history 

trait database of forest bryophytes. Journal of Vegetation Science 29: 798-800. 752 

15. Bowker MA, Büdel B, Maestre FT, Antoninka A, Eldridge DJ. 2017. Bryophyte and 

Lichen Diversity on Arid Soils: Determinants and Consequences. In: Steven B, ed. The 754 

Biology of Arid Soils. Berlin, Germany: De Gruyter, 73-96.  

16. Bowker MA, Belnap J, Davidson DW, Goldstein H. 2006. Correlates of biological soil 756 

crust abundance across a continuum of spatial scales: support for a hierarchical 

conceptual model. Journal of Applied Ecology 43: 152-163. 758 

17. Brandt M, Tucker CJ, Kariryaa A, Rasmussen K, Abel C, Small J, Chave J, 

Rasmussen LV, Hiernaux P, Diouf AA, et al. 2020. An unexpectedly large count of 760 

trees in the West African Sahara and Sahel. Nature 587: 78–82. 

18. Büdel B, Dulić T, Darienko T, Rybalka N, Friedl T. 2016. Cyanobacteria and Algae of 762 

Biological Soil Crusts. In: Weber B, Büdel B, Belnap J, eds. Ecological Studies. 

Biological Soil Crusts: An Organizing Principle in Drylands. Cham, Switzerland: 764 

Springer International Publishing, 55–80. 

19. Burrell AL, Evans JP, De Kauwe MG. 2020. Anthropogenic climate change has driven 766 

over 5 million km2 of drylands towards desertification. Nature Communications 11: 3853. 

20. Butterfield BJ, Briggs JM. 2011. Regeneration niche differentiates functional strategies 768 

of desert woody plant species. Oecologia 165: 477–487. 



21. Byrne M, Yeates DK, Joseph L, Kearney M, Bowler J, Williams MAJ, Cooper S, 770 

Donnellan SC, Keogh JS, Leys R, et al. 2008. Birth of a biome: insights into the 

assembly and maintenance of the Australian arid zone biota. Molecular Ecology 17: 772 

4398–4417. 

22. Chen N, Yu K, Jia R, Teng J, Zhao C. 2020. Biocrust as one of multiple stable states in 774 

global drylands. Science Advances 6: eaay3763. 

23. Cherlet M, Hutchinson C, Reynolds J, Hill J, Sommer S, von Maltitz G. 2018. World 776 

Atlas of Desertification: Rethinking Land Degradation and Sustainable Land 

Management. Luxembourg, Luxembourg: Publication Office of the European Union.  778 

24. Collins SL, Belnap J, Grimm NB, Rudgers JA, Dahm CN, D’Odorico P, Litvak M, 

Natvig DO, Peters DC, Pockman WT, et al. 2014. A multiscale, hierarchical model of 780 

pulse dynamics in arid-land ecosystems. Annual Review of Ecology, Evolution, and 

Systematics 45: 397–419. 782 

25. Collins SL, Sinsabaugh RL, Crenshaw C, Green L, Porras-Alfaro A, Stursova M, 

Zeglin LH. 2008. Pulse dynamics and microbial processes in aridland ecosystems. 784 

Journal of Ecology 96: 413–420. 

26. Couteron P, Anthelme F, Clerc M, Escaff D, Fernandez-Oto C, Tlidi M. 2014. Plant 786 

clonal morphologies and spatial patterns as self-organized responses to resource-limited 

environments. Philosophical Transactions of the Royal Society A: Mathematical, Physical 788 

and Engineering Sciences 372: 20140102. 

27. Dantas V de L, Pausas JG. 2013. The lanky and the corky: fire-escape strategies in 790 

savanna woody species. Journal of Ecology 101: 1265–1272. 

28. Davies, J., L. Poulsen, B. Schulte-Herbrüggen, K. Mackinnon, N. Crawhall, W. D. 792 

Henwood, N. Dudley, J. Smith, and M. Gudka. 2012. Conserving Dryland Biodiversity. 

Nairobi: Global Drylands Initiative, IUCN 794 

29. Davies J, Barchiesi S, Ogali CJ, Welling R, Dalton J, Laban P. 2016. Water in 

drylands: Adapting to scarcity through integrated management. Gland: IUCN.  796 

30. De Oliveira PE, Barreto AMF, Suguio K. 1999. Late Pleistocene/Holocene climatic and 

vegetational history of the Brazilian caatinga: the fossil dunes of the middle São 798 

Francisco River. Palaeogeography, Palaeoclimatology, Palaeoecology 152: 319–337. 

31. Deblauwe V, Barbier N, Couteron P, Lejeune O, Bogaert J. 2008. The global 800 



biogeography of semi-arid periodic vegetation patterns. Global Ecology and 

Biogeography 17: 715–723. 802 

32. Deblauwe V, Couteron P, Bogaert J, Barbier N. 2012. Determinants and dynamics of 

banded vegetation pattern migration in arid climates. Ecological Monographs 82: 3–21. 804 

33. Delavaux CS, Weigelt P, Dawson W, Duchicela J, Essl F, van Kleunen M, König C, 

Pergl J, Pyšek P, Stein A, et al. 2019. Mycorrhizal fungi influence global plant 806 

biogeography. Nature Ecology & Evolution 3: 424–429. 

34. Delgado‐Baquerizo M, Doulcier G, Eldridge DJ, Stouffer DB, Maestre FT, Wang J, 808 

Powell JR, Jeffries TC, Singh BK. 2020. Increases in aridity lead to drastic shifts in the 

assembly of dryland complex microbial networks. Land Degradation & Development 31: 810 

346–355. 

35. Díaz S, Kattge J, Cornelissen JH, Wright IJ, Lavorel S, Dray S, Reu B, Kleyer M, 812 

Wirth C, Prentice IC. 2016. The global spectrum of plant form and function. Nature 

529: 167–171. 814 

36. Dinerstein E, Olson D, Joshi A, Vynne C, Burgess ND, Wikramanayake E, Hahn N, 

Palminteri S, Hedao P, Noss R, et al. 2017. An Ecoregion-Based Approach to Protecting 816 

Half the Terrestrial Realm. BioScience 67: 534–545. 

37. Ding J, Eldridge DJ. 2019. Contrasting global effects of woody plant removal on 818 

ecosystem structure, function and composition. Perspectives in Plant Ecology, Evolution 

and Systematics 39, 125460.  820 

38. Ding J, Travers SK, Delgado-Baquerizo M, Eldridge DJ. 2020. Multiple trade‐offs 

regulate the effects of woody plant removal on biodiversity and ecosystem functions in 822 

global rangelands. Global Change Biology 26, 709–720. 

39. Ehrman T, Cocks PS. 1996. Reproductive patterns in annual legume species on an aridity 824 

gradient. Vegetatio 122: 47–59. 

40. Eldridge DJ, Bowker MA, Maestre FT, Roger E, Reynolds JF, Whitford WG. 2011. 826 

Impacts of shrub encroachment on ecosystem structure and functioning: towards a global 

synthesis. Ecology letters 14: 709–722. 828 

41. Eldridge DJ, Maestre FT, Koen TB, Delgado‐Baquerizo M. 2018. Australian dryland 

soils are acidic and nutrient‐depleted, and have unique microbial communities compared 830 

with other drylands. Journal of Biogeography 45, 2803– 2814.  



42. Eldridge DJ, Reed S, Travers SK, Bowker MA, Maestre FT, Ding J, Havrilla C, 832 

Rodriguez‐Caballero E, Barger N, Weber B, et al. 2020. The pervasive and 

multifaceted influence of biocrusts on water in the world’s drylands. Global Change 834 

Biology 26: 6003–6014. 

43. FAO. 2019. Trees, forests and land use in drylands: the first global assessment - Full 836 

report. FAO Forestry Paper No. 184 Rome, Italy: Food and Agriculture Organization of 

the United Nations. 838 

44. Fensham RJ, Fairfax RJ, Archer SR. 2005. Rainfall, land use and woody vegetation 

cover change in semi-arid Australian savanna. Journal of Ecology 93: 596–606. 840 

45. Fernandes MF, Cardoso D, de Queiroz LP. 2020. An updated plant checklist of the 

Brazilian Caatinga seasonally dry forests and woodlands reveals high species richness and 842 

endemism. Journal of Arid Environments 174: 104079. 

46. Ferrenberg S, Tucker CL, Reed SC. 2017. Biological soil crusts: diminutive 844 

communities of potential global importance. Frontiers in Ecology and the Environment 

15: 160–167. 846 

47. Fierer N, Schimel JP, Holden PA. 2003. Influence of drying–rewetting frequency on 

soil bacterial community structure. Microbial Ecology 45: 63–71. 848 

48. Friedl M, Sulla-Menashe D. 2019. MCD12Q1 MODIS/Terra+Aqua Land Cover Type 

Yearly L3 Global 500m SIN Grid V006, distributed by NASA EOSDIS Land Processes 850 

DAAC, https://doi.org/10.5067/MODIS/MCD12Q1.006.  

49. Frost P. 1996. The ecology of Miombo woodlands. In: B. M. Campbell: The Miombo in 852 

transition: woodlands and welfare in Africa. Bogor, Indonesia: Center for International 

Forestry Research, 11–55. 854 

50. García-Palacios P, Gross N, Gaitán J, Maestre FT. 2018. Climate mediates the 

biodiversity–ecosystem stability relationship globally. Proceedings of the National 856 

Academy of Sciences 115: 8400–8405. 

51. Garcia-Pichel F, Loza V, Marusenko Y, Mateo P, Potrafka RM. 2013. Temperature 858 

Drives the Continental-Scale Distribution of Key Microbes in Topsoil Communities. 

Science 340: 1574–1577. 860 

52. GBIF.org 2020. GBIF Occurrence Download, URL https://doi.org/10.15468/dl.xh5y5g 

53. Getzin S, Yizhaq H, Cramer MD, Tschinkel WR. 2019. Contrasting Global Patterns of 862 



Spatially Periodic Fairy Circles and Regular Insect Nests in Drylands. Journal of 

Geophysical Research: Biogeosciences 124: 3327–3342. 864 

54. Getzin S, Erickson TE, Yizhaq H, Muñoz‐Rojas M, Huth A, Wiegand K. 2021. 

Bridging ecology and physics: Australian fairy circles regenerate following model 866 

assumptions on ecohydrological feedbacks. Journal of Ecology 109: 399-416.  

55. Godsoe W, Jankowski J, Holt RD, Gravel D. 2017. Integrating Biogeography with 868 

Contemporary Niche Theory. Trends in Ecology & Evolution 32: 488–499. 

56. Goldblatt P, Manning J. 2000. Cape Plants. A Conspectus of the Cape Flora of South 870 

Africa. Pretoria, South Africa: National Botanical Institute. 

57. Gómez‐Aparicio L. 2009. The role of plant interactions in the restoration of degraded 872 

ecosystems: a meta-analysis across life-forms and ecosystems. Journal of Ecology 97: 

1202–1214. 874 

58. Gonzales HB, Ravi S, Li J, Sankey JB. 2018. Ecohydrological implications of aeolian 

sediment trapping by sparse vegetation in drylands. Ecohydrology 11: e1986. 876 

59. Gong XW, Lü GH, He XM, Sarkar B, Yang XD. 2019. High Air Humidity Causes 

Atmospheric Water Absorption via Assimilating Branches in the Deep-Rooted Tree 878 

Haloxylon ammodendron in an Arid Desert Region of Northwest China. Frontiers in 

Plant Science 10:573. 880 

60. Graham A. 2010. Late Cretaceous and Cenozoic History of Latin American Vegetation 

and Terrestrial Environments. St Louis, USA: Missouri Botanical Garden Press. 882 

61. Greenville AC, Dickman CR, Wardle GM. 2017. 75 years of dryland science: Trends 

and gaps in arid ecology literature. PLOS ONE 12: e0175014. 884 

62. Groisman P, Bulygina O, Henebry G, Speranskaya N, Shiklomanov A, Chen Y, 

Tchebakova N, Parfenova E, Tilinina N, Zolina O, et al. 2018. Dryland belt of 886 

Northern Eurasia: contemporary environmental changes and their consequences. 

Environmental Research Letters 13: 115008. 888 

63. Gross N, Börger L, Soriano-Morales SI, Le Bagousse-Pinguet Y, Quero JL, García-

Gómez M, Valencia-Gómez E, Maestre FT. 2013. Uncovering multiscale effects of 890 

aridity and biotic interactions on the functional structure of Mediterranean shrublands. 

Journal of Ecology 101: 637–649. 892 



64. Gross N, Le Bagousse-Pinguet Y, Liancourt P, Berdugo M, Gotelli NJ, Maestre FT. 

2017. Functional trait diversity maximizes ecosystem multifunctionality. Nature Ecology 894 

& Evolution 1: 0132. 

65. Hilton-Taylor C. 1996. Patterns and characteristics of the flora of the Succulent Karoo 896 

Biome, southern Africa. In: van der Maesen LJG, van der Burgt XM, van Medenbach de 

Rooy JM, eds. The Biodiversity of African Plants: Proceedings XIVth AETFAT Congress 898 

22–27 August 1994, Wageningen, The Netherlands. Dordrecht, The Netherlands: Springer 

Netherlands, 58–72. 900 

66. Huang J, Li , Fu C, Chen F, Fu Q, Dai A, Shinoda M, Ma Z, Guo W, Li Z, et al. 

(2017). Dryland climate change: Recent progress and challenges. Reviews of Geophysics 902 

55: 719-778. 

67. Jacobson KM, Lester E. 2003. A first assessment of genetic variation in Welwitschia 904 

mirabilis Hook. Journal of Heredity 94: 212–217. 

68. Juergens N. 2013. The biological underpinnings of Namib Desert fairy circles. Science 906 

339: 1618– 1621. 

69. Kattge J, Bönisch G, Díaz S, Lavorel S, Prentice IC, Leadley P, Tautenhahn S, 908 

Werner GD, Aakala T, Abedi M. 2020. TRY plant trait database–enhanced coverage 

and open access. Global change biology 26: 119–188. 910 

70. Keast A, Crocker RL, Christian CS. (Eds). 1959. Biogeography and Ecology in 

Australia. The Hague, The Netherlands: Dr. W. Junk bv Publishers. 912 

71. Keddy PA. 1992. Assembly and response rules: two goals for predictive community 

ecology. Journal of vegetation science 3: 157–164. 914 

72. Kéfi S, Eppinga MB, de Ruiter PC, Rietkerk M. 2010. Bistability and regular spatial 

patterns in arid ecosystems. Theoretical Ecology 3: 257–269. 916 

73. Kéfi S, Rietkerk M, Alados CL, Pueyo Y, Papanastasis VP, ElAich A, De Ruiter PC. 

2007. Spatial vegetation patterns and imminent desertification in Mediterranean arid 918 

ecosystems. Nature 449: 213–217. 

74. Kershaw AP, D’Costa DM, McEwen Mason JRC, Wagstaff BE. 1991. Palynological 920 

evidence for Quaternary vegetation and environments of mainland southeastern Australia. 

Quaternary Science Reviews 10: 391–404. 922 



75. Lalley JS, Viles HA. 2005. Terricolous lichens in the northern Namib Desert of Namibia: 

distribution and community composition. The Lichenologist, 37: 77-91. 924 

76. Lancaster N. 1984. Late Cenozoic fluvial deposits of the Tsondab Valley, central Namib 

Desert. Madoqua 13: 257–269. 926 

77. Le Bagousse-Pinguet Y, Gross N, Maestre FT, Maire V, de Bello F, Fonseca CR, 

Kattge J, Valencia E, Leps J, Liancourt P. 2017. Testing the environmental filtering 928 

concept in global drylands. Journal of Ecology 105: 1058–1069. 

78. Le Bagousse-Pinguet Y, Soliveres S, Gross N, Torices R, Berdugo M, Maestre FT. 930 

2019. Phylogenetic, functional, and taxonomic richness have both positive and negative 

effects on ecosystem multifunctionality. Proceedings of the National Academy of Sciences 932 

116: 8419–8424. 

79. Lefever R, Lejeune O. 1997. On the origin of tiger bush. Bulletin of Mathematical 934 

Biology 59: 263–294. 

80. Li, XR, Song G, Hui R, Wang ZR. 2017. Precipitation and topsoil attributes determine 936 

the species diversity and distribution patterns of crustal communities in desert 

ecosystems. Plant and Soil 420: 163-175.  938 

81. Lian X, Piao S, Chen A, Huntingford C, Fu B, Li LZX, Huang J, Sheffield J, Berg 

AM, Keenan TF, et al. 2021. Multifaceted characteristics of dryland aridity changes in a 940 

warming world. Nature Reviews Earth & Environment, doi: 10.1038/s43017-021-00144-

0. 942 

82. Lioubimtseva E. 2004. Climate change in arid environments: revisiting the past to 

understand the future. Progress in Physical Geography: Earth and Environment 28: 502–944 

530. 

83. Maestre FT, Bowker MA, Puche MD, Hinojosa MB, Martínez I., García‐Palacios P, 946 

Castillo AP, Soliveres S, Luzuriaga AL, Sánchez AM et al. 2009. Shrub encroachment 

can reverse desertification in semi‐arid Mediterranean grasslands. Ecology Letters 12: 948 

930–941. 

84. Maestre FT, Delgado-Baquerizo M, Jeffries TC, Eldridge DJ, Ochoa V, Gozalo B, 950 

Quero JL, García-Gómez M, Gallardo A, Ulrich W, et al. 2015. Increasing aridity 

reduces soil microbial diversity and abundance in global drylands. Proceedings of the 952 

National Academy of Sciences 112: 15684–15689. 



85. Maestre FT, Eldridge DJ, Soliveres S, Kéfi S, Delgado-Baquerizo M, Bowker MA, 954 

García-Palacios P, Gaitán J, Gallardo A, Lázaro R, et al. 2016. Structure and 

functioning of dryland ecosystems in a changing world. Annual Review of Ecology, 956 

Evolution, and Systematics 47: 215-237  

86. Maestre FT, Quero JL, Gotelli NJ, Escudero A, Ochoa V, Delgado-Baquerizo M, 958 

Garcia-Gomez M, Bowker MA, Soliveres S, Escolar C, et al. 2012. Plant species 

richness and ecosystem multifunctionality in global drylands. Science 335: 214–218. 960 

87. Maire V, Wright IJ, Prentice IC, Batjes NH, Bhaskar R, van Bodegom PM, 

Cornwell WK, Ellsworth D, Niinemets Ü, Ordonez A. 2015. Global effects of soil and 962 

climate on leaf photosynthetic traits and rates. Global Ecology and Biogeography 24: 

706–717. 964 

88. Maquia I, Catarino S, Pena AR, Brito DRA, Ribeiro NS, Romeiras MM, Ribeiro-

Barros AI. 2019. Diversification of African tree legumes in Miombo–Mopane 966 

woodlands. Plants 8: 182. 

89. Martin HA. 2006. Cenozoic climatic change and the development of the arid vegetation 968 

in Australia. Journal of Arid Environments 66: 533–563. 

90. Mazía N, Moyano J, Perez L, Aguiar S, Garibaldi LA, Schlichter T. 2016. The sign 970 

and magnitude of tree–grass interaction along a global environmental gradient. Global 

Ecology and Biogeography 25: 1510-1519. 972 

91. Médail F, Quézel P. 2001. Biodiversity hotspots in the Mediterranean Basin: Setting 

global conservation priorities. Conservation Biology 13: 1510–1513. 974 

92. Noy-Meir I. 1973. Desert ecosystems: environment and producers. Annual Review of 

Ecology and Systematics 4: 25–51. 976 

93. Ochoa‐Hueso R, Eldridge DJ, Delgado‐Baquerizo M, Soliveres S, Bowker MA, 

Gross N, Bagousse‐Pinguet YL, Quero JL, García‐Gómez M, Valencia E, et al. 2018. 978 

Soil fungal abundance and plant functional traits drive fertile island formation in global 

drylands. Journal of Ecology 106: 242–253. 980 

94. Ortega-Baes P, Godínez-Alvarez H. 2006. Global Diversity and Conservation Priorities 

in the Cactaceae. Biodiversity & Conservation 15: 817–827. 982 

95. Ozenda P. 2004. Flore et Vegetation du Sahara. Paris, France: Centre national de la 

recherche scientifique. 984 



96. Pagani M. 1999. Late Miocene atmospheric CO2 concentrations and the expansion of C4 

grasses. Science 285: 876–879. 986 

97. Partridge TC. 1993. The evidence for Cainozoic aridification in southern Africa. 

Quaternary International 17: 105–110. 988 

98. Paruelo JM, Epstein HE, Lauenroth WK, Burke IC. 1997. ANPP estimates from 

NDVI for the central grassland region of the United States. Ecology 78: 953–958. 990 

99. Prieto I, Armas C, Pugnaire FI. 2012. Water release through plant roots: new insights 

into its consequences at the plant and ecosystem level. New Phytologist 193: 830–841. 992 

100. Primack RB, Corlett RT. 2004. Tropical Rain Forests: An Ecological and 

Biogeographical Comparison. Malden, MA: Wiley–Blackwell. 994 

101. Pringle RM, Doak DF, Brody AK, Jocqué R, Palmer TM. 2010. Spatial pattern 

enhances ecosystem functioning in an African savanna. PLOS Biology 8: e1000377. 996 

102. Ravi S, Wang L, Kaseke KF, Buynevich I V, Marais E. 2017. Ecohydrological 

interactions within “fairy circles” in the Namib Desert: Revisiting the self-organization 998 

hypothesis. Journal of Geophysical Research: Biogeosciences 122: 405–414. 

103. Rey PJ, Alcántara JM, Manzaneda AJ, Sánchez‐Lafuente AM. 2016. 1000 

Facilitation contributes to Mediterranean woody plant diversity but does not shape the 

diversity–productivity relationship along aridity gradients. New Phytologist 211: 464–1002 

476. 

104. Ridout MS, Linkie M. 2009. Estimating overlap of daily activity patterns from 1004 

camera trap data. Journal of Agricultural, Biological, and Environmental Statistics 14: 

322–337. 1006 

105. Rietkerk M, Dekker SC, de Ruiter PC, van de Koppel J. 2004. Self-organized 

patchiness and catastrophic shifts in ecosystems. Science 305: 1926–1929. 1008 

106. Rodriguez-Caballero E, Belnap J, Büdel B, Crutzen PJ, Andreae MO, Pöschl 

U, Weber B. 2018. Dryland photoautotrophic soil surface communities endangered by 1010 

global change. Nature Geoscience 11: 185-189. 

107. Rosan TM, Aragão LEOC, Oliveras I, Phillips OL, Malhi Y, Gloor E, 1012 

Wagner FH. 2019. Extensive 21st-Century woody encroachment in South America's 

savannah. Geophysical Research Letters 46: 6594-6603. 1014 



108. Saiz H, Le Bagousse-Pinguet Y, Gross N, Maestre FT. 2019. Intransitivity 

increases plant functional diversity by limiting dominance in drylands worldwide. Journal 1016 

of Ecology 107: 240–252. 

109. Schenk HJ, Jackson RB. 2002. The global biogeography of roots. Ecological 1018 

Monographs 72: 311–328. 

110. Schlesinger WH, Pilmanis AM. 1998. Plant-soil Interactions in Deserts. 1020 

Biogeochemistry 42: 169–187. 

111. Seppelt RD, Downing AJ, Deane-Coe KK, Zhang Y, Zhang J. 2016. 1022 

Bryophytes Within Biological Soil Crusts. In: Weber B, Büdel B, Belnap J, eds. 

Ecological Studies. Biological Soil Crusts: An Organizing Principle in Drylands. Cham, 1024 

Switzerland: Springer International Publishing, 101–120. 

112. Serrano Luque A. 2018. La flora hispana en Estrabón, Plinio el Viejo y otros 1026 

autores clásicos: recursos vegetales silvestres. Anahgramas 5: 236–270. 

113. Shreve F. 1942. The desert vegetation of North America. Botanical Review 8: 1028 

195–246. 

114. Smith WK, Dannenberg MP, Yan D, Herrmann S, Barnes ML, Barron-1030 

Gafford GA, Biederman JA, Ferrenberg S, Fox AM, Hudson A, et al. 2019. Remote 

sensing of dryland ecosystem structure and function: Progress, challenges, and 1032 

opportunities. Remote Sensing of Environment 233: 111401. 

115. Soliveres S, Maestre FT. 2014. Plant-plant interactions, environmental gradients 1034 

and plant diversity: a global synthesis of community-level studies. Perspectives in Plant 

Ecology, Evolution and Systematics 16: 154-163. 1036 

116. Soliveres S, Maestre FT, Bowker MA, Torices R, Quero JL, Garcia-Gómez 

M, Cabrera O, Cea A, Coaguila D, Eldridge DJ, et al. 2014. Functional traits 1038 

determine plant co-occurrence more than environment or evolutionary relatedness in 

global drylands. Perspectives in Plant Ecology, Evolution and Systematics 16: 164-173. 1040 

117. Soong JL, Phillips CL, Ledna C, Koven CD, Torn MS. 2020. CMIP5 Models 

Predict Rapid and deep soil warming over the 21st century. Journal of Geophysical 1042 

Research: Biogeosciences 125: e2019JG005266. 

118. Soriano A. 1956. La vegetación de la República Argentina. IV. Los distritos 1044 

florísticos de la Provincia Patagónica. Revista de Investigaciones Agrícolas 10: 323-347. 



119. Stebbins GL. 1981. Coevolution of grasses and herbivores. Annals of the 1046 

Missouri Botanical Garden 68: 75–86. 

120. Steidinger BS, Crowther TW, Liang J, Van Nuland ME, Werner GDA, Reich 1048 

PB, Nabuurs GJ, de-Miguel S, Zhou M, Picard N, et al. 2019. Climatic controls of 

decomposition drive the global biogeography of forest-tree symbioses. Nature 569: 404–1050 

408. 

121. Suding KN, Lavorel S, Chapin III FS, Cornelissen JH, Diaz S, Garnier E, 1052 

Goldberg D, Hooper DU, Jackson ST, Navas ML. 2008. Scaling environmental change 

through the community-level: a trait-based response-and-effect framework for plants. 1054 

Global Change Biology 14: 1125–1140. 

122. Sun J, Windley BF. 2015. Onset of aridification by 34 Ma across the Eocene-1056 

Oligocene transition in Central Asia. Geology 43: 1015–1018. 

123. Tarnita CE, Bonachela JA, Sheffer E, Guyton JA, Coverdale TC, Long RA, 1058 

Pringle RM. 2017. A theoretical foundation for multi-scale regular vegetation patterns. 

Nature 541: 398. 1060 

124. Thomas FM, Arndt SK, Bruelheide H, Foetzki A, Gries D, Jun H, Popp M, 

Gang W, XiMing Z, Runge M. 2000. Ecological basis for a sustainable management of 1062 

the indigenous vegetation in a Central-Asian desert: presentation and first results. Journal 

of Applied Botany 74: 212–219. 1064 

125. Thomas FM, Lang P. 2021. Growth and water relations of riparian poplar forests 

under pressure in Central Asia’s Tarim River Basin. River Research and Applications 37: 1066 

233-240. 

126. Thomas HJ, Bjorkman AD, Myers-Smith IH, Elmendorf SC, Kattge J, Diaz 1068 

S, Vellend M, Blok D, Cornelissen JHC, Forbes BC. 2020. Global plant trait 

relationships extend to the climatic extremes of the tundra biome. Nature communications 1070 

11: 1–12. 

127. Thompson RS, Anderson KH. 2000. Biomes of western North America at 1072 

18,000, 6000 and 0 14C yr bp reconstructed from pollen and packrat midden data. 

Journal of Biogeography 27: 555–584. 1074 

128. Thorpe AS, Aschehoug ET, Atwater DZ, Callaway RM. 2011. Interactions 

among plants and evolution. Journal of Ecology 99: 729–740. 1076 



129. Tian F, Brandt M, Liu YY, Rasmussen K, Fensholt R. 2017. Mapping gains 

and losses in woody vegetation across global tropical drylands. Global Change Biology 1078 

23: 1748–1760. 

130. Tian H, Xu R, Canadell JG, Thompson RL, Winiwarter W, Suntharalingam 1080 

P, Davidson EA, Ciais P, Jackson RB, Janssens-Maenhout G, et al. 2020. A 

comprehensive quantification of global nitrous oxide sources and sinks. Nature 586: 248–1082 

256. 

131. Tongway DJ, Valentin C, Seghieri J. 2001. Banded Vegetation Patterning in 1084 

Arid and Semiarid Environments: Ecological Processes and Consequences for 

Management. New York, USA: Springer-Verlag. 1086 

132. Trabucco A, Zomer R. 2019. Global Aridity Index and Potential 

Evapotranspiration (ET0) Climate Database v2. URL: 1088 

https://doi.org/10.6084/m9.figshare.7504448.v3  

133. Ulrich W, Soliveres S, Maestre FT, Gotelli NJ, Quero JL, Delgado‐Baquerizo 1090 

M, Bowker MA, Eldridge DJ, Ochoa V, Gozalo B, et al. 2014. Climate and soil 

attributes determine plant species turnover in global drylands. Journal of Biogeography 1092 

41: 2307–2319. 

134. Valencia E, Maestre FT, Le Bagousse-Pinguet Y, Quero JL, Tamme R, 1094 

Börger L, García-Gómez M, Gross N. 2015. Functional diversity enhances the 

resistance of ecosystem multifunctionality to aridity in M editerranean drylands. New 1096 

Phytologist 206: 660–671. 

135. Valiente-Banuet A, Vital Rumebe A, Verdú M, Callaway RM, 2006. Modern 1098 

Quaternary plant lineages promote diversity through facilitation of ancient Tertiary 

lineages. Proceedings of the National Academy of Sciences USA 103: 16812-16817 1100 

136. Putten WH van der, Bradford MA, Brinkman EP, Voorde TFJ van de, Veen 

GF. 2016. Where, when and how plant–soil feedback matters in a changing world. 1102 

Functional Ecology 30: 1109–1121. 

137. Vega‐Álvarez J, García‐Rodríguez JA, Cayuela L. 2019. Facilitation beyond 1104 

species richness. Journal of Ecology 107: 722–734. 

138. Venter ZS, Cramer MD, Hawkins HJ. 2018. Drivers of woody plant 1106 

encroachment over Africa. Nature Communications 9: 2272. 



139. von Hardenberg J, Kletter AY, Yizhaq H, Nathan J, Meron E. 2010. Periodic 1108 

versus scale-free patterns in dryland vegetation. Proceedings of the Royal Society of 

London B: Biological Sciences 277: 1771–1776. 1110 

140. Walker AP, Kauwe MGD, Bastos A, Belmecheri S, Georgiou K, Keeling RF, 

McMahon SM, Medlyn BE, Moore DJP, Norby RJ, et al. 2021. Integrating the 1112 

evidence for a terrestrial carbon sink caused by increasing atmospheric CO2. New 

Phytologist 229: 2413-2445. 1114 

141. Wang L, D’Odorico P, Evans JP, Eldridge DJ, McCabe MF, Caylor KK, 

King EG. 2012. Dryland ecohydrology and climate change: critical issues and technical 1116 

advances. Hydrology and Earth System Sciences 16: 2585–2603. 

142. Weber B, Büdel B, Belnap J. 2016. Biological Soil Crusts: An Organizing 1118 

Principle in Drylands. Cham, Switzerland: Springer International Publishing. 

143. Wen J, Zhang J, Nie Z-L, Zhong Y, Sun H. 2014. Evolutionary diversifications 1120 

of plants on the Qinghai-Tibetan Plateau. Frontiers in Genetics 5: 4. 

144. Werneck FP, Costa GC, Colli GR, Prado DE, Sites JW. 2011. Revisiting the 1122 

historical distribution of Seasonally Dry Tropical Forests: new insights based on 

palaeodistribution modelling and palynological evidence. Global Ecology and 1124 

Biogeography 20: 272–288. 

145. White RP, Nackoney J. 2003. Drylands, people, and ecosystem goods and 1126 

services: a web-based geospatial analysis. Washington, DC, USA: World Resources 

Institute. 1128 

146. Wright IJ, Dong N, Maire V, Prentice IC, Westoby M, Díaz S, Gallagher RV, 

Jacobs BF, Kooyman R, Law EA. 2017. Global climatic drivers of leaf size. Science 1130 

357: 917–921. 

147. Wu SD, Zhang LJ, Lin L, Yu SX, Chen ZD, Wang W. 2018. Insights into the 1132 

historical assembly of global dryland floras: the diversification of Zygophyllaceae. BMC 

Evolutionary Biology 18: 166. 1134 

148. Yao J, Liu H, Huang J, Gao Z, Wang G, Li D, Yu H, Chen X. 2020. 

Accelerated dryland expansion regulates future variability in dryland gross primary 1136 

production. Nature Communications 11: 1665. 

149. Zhang Z, Liu Y, Brunel C, van Kleunen M. 2020. Soil-microorganism-1138 



mediated invasional meltdown in plants. Nature Ecology & Evolution 4: 1612–1621. 

150. Zhu Z, Piao S, Myneni RB, Huang M, Zeng Z, Canadell JG, Ciais P, Sitch S, 1140 

Friedlingstein P, Arneth A, et al. 2016. Greening of the Earth and its drivers. Nature 

Climate Change 6: 791–795. 1142 

 

Supporting Information 1144 

Additional Supporting Information may be found online in the Supporting Information section at 

the end of the article. 1146 

Notes S1. Adaptations to aridity of dryland vascular vegetation. 

Notes S2. Assessing greening and browning trends across global drylands.  1148 

Notes S3. Analyzing and mapping major soil fungal groups across global drylands. 

Notes S4. Estimating the global distribution of positive plant-plant interactions. 1150 

Notes S5. Credits for species and ecosystem pictures shown in Figure 2. 

Notes S6. Mapping the distribution of biocrust communities across global drylands. 1152 

Table S1. Values of plant species richness from selected drylands. 

Table S2. Examples of international/global networks of experiments and observations focusing on 1154 

the ecology and biogeography of dryland ecosystems. 

Figure S1. Distribution of dryland areas worldwide. 1156 

Figure S2. Examples of the vegetation types and plant life forms that can be found across global 

drylands. 1158 

Figure S3. Dryland areas showing increasing (greening) and declining (browning) productivity 

during the period 2001-2019. 1160 

Figure S4. Examples of vegetation spatial patterns typically found in global drylands. 

Figure S5. View of biocrust habitats and detail of typical biocrust communities that can be found 1162 

across global drylands. 

Figure S6. Distribution of biocrust community cover across global drylands. 1164 



Figure S7. Fertile island effect for soil functions associated with the carbon, nitrogen, and 

phosphorus biogeochemical cycles by aridity class (a) and conceptual representation of the main 1166 

ecological drivers of fertile island formation in drylands (b). 

Figure S8. Global distribution of essential soil fungal groups for plant communities (a, plant 1168 

pathogens; b, decomposers and c, mycorrhizal fungi) across global drylands.  

Figure S9. Mean (± SE) values for average structural and functional traits for woody plant species 1170 

that are encroaching across drylands worldwide. 

Figure S10. Relation between predicted and observed values for the percentage of positive plant-1172 

plant interactions (A). Relative importance of the geographical, climatic and vegetation predictors 

used to perform the random models (B). 1174 

 

Figure captions 1176 

 

Figure 1. Interdependence of the different sections of the review (central box), showing how they 1178 

link fundamental research questions about dryland biogeography (yellow boxes) and main review 

outputs (green boxes).  1180 

 

Figure 2. Plant species richness of the world’s dryland ecoregions and examples of plant species 1182 

and vegetation types that can be found in drylands worldwide. Plant richness was computed as the 

number of species in the GBIF Plantae dataset located on ecoregions with a mean aridity index 1184 

lower than 0.65 (GBIF.org, 2020). Please note that the boundaries of the ecoregions presented in 

the map do not fully match those of drylands presented in the rest of maps within this review. 1186 

Aridity values and ecoregions were obtained from Trabucco and Zomer (2019) and Dinerstein et 

al. (2017), respectively. Picture credits are available in Notes S5. See Fig. S2 for additional 1188 

examples of major dryland vegetation types. 
 1190 

Figure 3. The diversity of leaf forms and functions in global drylands (areas with an aridity index 

< 0.65, orange) and in the rest of the terrestrial ecosystems (grey). We show the biome-scale 1192 

distributions (mean [M], variance [V], skewness [S] and kurtosis [K]) of six leaf morphological 



and chemical traits related to nutrient acquisition and conservation and photosynthetic activity. The 1194 

data used come from Wright et al. (2017) for leaf area and from Maire et al. (2015) for specific 

leaf area, light-saturated photosynthetic carbon assimilation per unit leaf mass (Amass), light-1196 

saturated photosynthetic carbon assimilation per unit leaf area (Aarea), leaf nitrogen content (LNC) 

and leaf nitrogen content per unit leaf area (Narea). The overlap between trait distributions was 1198 

calculated with the package “overlap” in R (Ridout & Linkie, 2009). The overlap index ranges 

from 0 to 1. A high overlap among distributions indicates a similar level of trait diversity between 1200 

drylands and the rest of terrestrial ecosystems. 

 1202 

Figure 4. Normalized difference vegetation index (NDVI, a) and land cover types (b) across global 

drylands. The data shown in panel a represent average NDVI data for the period 2001-2019 1204 

obtained from the MODIS MOD13Q1 Version 6 product 

(https://lpdaac.usgs.gov/products/mod13q1v006/). The data shown in panel b represent the main 1206 

land cover types in 2019 obtained from the MODIS MCD12Q1 Version 6 product 

(https://lpdaac.usgs.gov/products/mcd12q1v006/). The Others class in panel b includes urban 1208 

areas, those covered by snow/ice and water bodies. 

 1210 

Figure 5. Distribution of major vegetation spatial patterns across global drylands. Dark brown 

areas are those in which vegetation cover is too low to create patterns (<5% of cover); green areas 1212 

are fully covered by vegetation (>95% of cover); blue areas are those showing regular patterns as 

identified by Deblauwe et al. (2008); dark orange areas contain fairy circles (according to Juergens, 1214 

2013; Ravi et al., 2017; Getzin et al., 2019); light orange areas represent those where their spatial 

patterns remain underexplored (probably holding irregular or mixed patterns). Cover data 1216 

(averaged for the period 2000-2019) were estimated using the MODIS MOD44B Version 6 product 

(https://lpdaac.usgs.gov/products/mod44bv006/). See Fig. S4 for examples of these spatial 1218 

patterns. 

 1220 

Figure 6. Distribution of biocrust communities across global drylands. Different colors indicate 

the dominant biocrust components (i.e., cyanobacteria, hypolithic, lichens, mosses) at each study 1222 

site. The data plotted come from the syntheses conducted by Rodríguez-Caballero et al. (2018, 



diamonds) and Chen et al. (2020, circles). See additional methodological details in Notes S6 and 1224 

Fig. S6 for a companion map of the global distribution of biocrust cover.   

 1226 

Figure 7. Distribution of positive plant-plant interactions (facilitation) across global drylands and 

variation partitioning analysis showing the relative proportion of variation explained from major 1228 

predictors of these interactions. Geographical predictors include latitude and longitude; vegetation 

predictors include the cover and dominance of grasses, shrubs and trees; and environmental 1230 

predictors include 19 climatic variables, elevation, soil carbon, pH and sand content. The scale 

represents the percentage of positive interactions (in %). See Notes S4 for an explanation of the 1232 

methodology used to obtain the map and of the variation partitioning analyses and Fig. S10 for 

additional details on the performance of the model used and on the relative importance of predictors 1234 

used to obtain this map. 

 1236 

Figure 8. Biogeography of structural (a) and functional (b) traits of woody plants that have 

encroached into former grasslands across global drylands. Structural traits are plant size (average 1238 

height), shape (v-shaped to round), root type (mixed to surface roots) and foliage contact with the 

soil surface (contact vs. no contact). The functional traits are whether or not plants are deciduous, 1240 

allelopathic, resprouters, palatable, or nitrogen fixers. Values represent the average (standardized) 

values assigned to different traits (see Ding & Eldridge, 2019) according to whether they increase 1242 

or reduce structure or function. A larger value equates with greater structure or function. 
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