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Abstract

The diversity of feeding apparatuses in insects far exceeds that observed in any other animal group. Consequently, tracking
mouthpart innovation in insects is one of the keys toward understanding their diversification. In hemipteroid insects (clade
Paraneoptera or Acercaria: lice, thrips, aphids, cicadas, bugs, etc.), the transition from chewing to piercing-and-sucking
mouthparts is widely regarded as the turning point that enabled hyperdiversification of the Hemiptera, the fifth largest in-
sect order. However, the transitional process from chewing to piercing-and-sucking in the Paraneoptera was hitherto com-
pletely unknown. In this paper, we report a well preserved mid Cretaceous amber fossil of the paraneopteran insect family
Archipsyllidae and describe it as Mydiognathus eviohlhoffae gen. et sp. n. This species has elongate mandibles and styl-
iform laciniae similar to Hemiptera but retains functional chewing mouthparts. A number of morphological characters
place the Archipsyllidae as the sister group of the thrips plus hemipterans, which strongly suggests that the mouthparts of
M. eviohlhoffae represent a transitional condition from primitive chewing to derived piercing-and-sucking mouthparts.
The clade composed of Archipsyllidae, thrips, and hemipterans is here named Pancondylognatha, a new supra-ordinal tax-
on. Based on newly obtained information, we also assess the monophyly of the Paraneoptera, which was called into ques-
tion by recent phylogenomic analyses. A phylogenetic analysis that includes Mydiognathus strongly supports the
monophyly of the Paraneoptera.
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Introduction

Insects are the most diversified group of Eukaryotes and are highly variable in many traits (Grimaldi & Engel
2005). Feeding habit is one such trait, and insect diets include herbivory, predation, sap feeding, blood feeding, and
filter feeding of particulate matter. In many cases, utilization of a new food source was enabled by innovations of
the mouthparts, so reconstructing the evolutionary development of insect mouthpart structures is very important in
understanding the background to insect diversification (Labandeira 1997). Piercing-and-sucking is a mode of insect
feeding that has evolved independently several times, at different levels in the taxonomic hierarchy: family (e.g.
mosquitoes), supra-family (e.g. sucking lice) or order (e.g. fleas, lacewing larvae) (Grimaldi & Engel 2005).
Generally, the earlier the occurrence of an evolutionary event, the harder it is to trace its transition pattern.
Specialized sucking mouthparts characterize a supra-ordinal clade, the Condylognatha (Thysanoptera plus
Hemiptera), which also represents the second major insect group to acquire novel sucking mouthparts in insect
phylogeny (Misof et al. 2014), that was preceded only by the very diverse Palaeodictyopteroidea (Labandeira &
Phillips 1996). Hemiptera (aphids, cicadas, plant hoppers and true bugs) are by far the most diversified extant order
among hemimetabolous insects, and are the fifth largest order of insects (Grimaldi & Engel 2005). Although
hemipterans show a wide range of feeding habits (Carver et al. 1991; Grimaldi & Engel 2005; Forero 2008), all
major lineages possess highly specialized and quite uniform piercing-and-sucking mouthparts, with the mandibles
and maxillary laciniae modified as stylets, forming a tube, which lies within a groove of the labium. This feeding
apparatus is recognized as one of the key innovations (Miiller & Wagner 2003) that enabled Hemiptera to become a
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hyperdiverse order (Carver et al. 1991; Grimaldi & Engel 2005). The mouthparts of thrips (Thysanoptera) are less
specialized than those of Hemiptera but are also fully adapted for piercing-and-sucking and consist of a styliform
lacinial tube and a single piercing mandible, even in the most primitive fossil species (Nel et al. 2007, 2014).

Psocodea (booklice, barklice and parasitic lice) are generally believed to be the sister group of the
Condylognatha, the two forming a supra-ordinal group known as the Paraneoptera, Acercaria or, informally, the
hemipteroid assemblage (e.g. Yoshizawa & Saigusa 2001; Grimaldi & Engel 2005; Misof et al. 2014). Psocodeans
have a chisel-like lacinia ("the pick"), which is recognized as an intermediate condition between primitive chewing
mouthparts, as found in grasshoppers, and the sucking mouthparts of thrips and hemipterans (Yoshizawa & Saigusa
2003). However, apart from lacinial specialization, psocodeans (except for independently specialized sucking lice:
Lyal 1985; Yoshizawa & Johnson 2010) have typical mandibles that lack specialization (Badonnel 1934;
Yoshizawa 2002). In addition, the lacinial tips of psocodeans are widely separated and placed external to the buccal
cavity (Kéler 1966; Hamilton 1981; Yoshizawa 2002), so their function is completely different from that of the
laciniae in the Hemiptera and Thysanoptera, which are placed close together within the buccal cavity. These
mouthpart distinctions indicate that there are broad morphological and functional differences between the chewing
and piercing-and-sucking mouthparts in the Paraneoptera. Some fossil paraneopterans (e.g. Archipsyllidae or
Dichentomum Tillyard 1926), which are believed to represent ancestral lineages of Paraneoptera, show an
anteriorly elongated, somewhat rostrum-like head structure. These lineages may be intermediate between chewing
and piercing-and-sucking feeders, but the morphological details of their mouthparts were hitherto poorly known.

In addition to the evolution of the novel feeding apparatus, the Paraneoptera also present a major problem for
systematics. A recent phylogenomic analysis (Misof ef al. 2014) provided a highly resolved insect phylogeny,
which is in general overall agreement with morphologically derived phylogenies (e.g. Grimaldi & Engel 2005;
Beutel er al. 2011; Yoshizawa 2011). The most significant conflict between morphology and phylogenomics
concerns the monophyly of the Paraneoptera; phylogenomics places Psocodea as sister group of Holometabola
(Misof et al. 2014), whereas morphological analysis places Psocodea as sister to Condylognatha (Yoshizawa &
Saigusa 2001; Grimaldi & Engel 2005; Friedemann et al. 2014; Beutel et al. 2014). Although monophyly of the
Paraneoptera was not supported by other molecular phylogenies (Yoshizawa & Johnson 2005; Ishiwata et al.,
2011), in all cases including phylogenomics, monophyly of the Paraneoptera could not be rejected statistically.
Together with the perennial "Zoraptera problem" (Mashimo et al. 2014), monophyly of the Paraneoptera has
become one of the remaining controversies in the phylogeny of insect orders (Misof et al. 2014). In resolving the
"Paraneoptera problem", detailed information on the fossil taxa of Paraneoptera is of special importance because
their morphology may indicate ground plan for the broader clade.

Here we report a very well preserved Cretaceous amber fossil of the family Archipsyllidae. Archipsyllidae are
an extinct taxon generally considered to represent a stem lineage of Paraneoptera (Grimaldi & Engel 2005) or
Psocodea (Huang et al. 2008). To date, the family has been known only from impression fossils, so detailed
morphological information was unavailable. From the new amber specimen, novel morphological data highly
relevant to the paraneopteran phylogeny and evolution can be obtained. We provide a morphological description of
the specimen, assigning it to a new genus and species. We then discuss phylogenetic placement of this specimen
and the significance of the new morphological information for understanding paraneopteran evolution.

Material and methods

A single piece of Cretaceous amber collected in Myanmar (Burmite) was examined. The amber was polished using
Roxite (Iwamoto Mineral Co., Tokyo) after cutting and grinding. Observations were made using an Olympus
SZX16 (Olympus Imaging Corporation, Tokyo) binocular microscope and a Zeiss Axiophot (Carl Zeiss AG, Jena)
light microscope. Photographs were taken using an Olympus E-M5 (Olympus Imaging Corporation, Tokyo) digital
camera attached to the Olympus SZX16 or Zeiss Axiophot. Partially focused photographs were combined using
Zerene Stacker (Zerene Systems LLC, WA) to obtain images with a high field of depth.

The phylogenetic placement of the Archipsyllidae was tested by appending morphological data obtained from
the new fossil specimen to a matrix previously used to estimate paraneopteran phylogeny (Friedemann et al. 2014).
A miscoding was corrected, and the interpretation of a couple of character states were modified (see below and
Table 1). The maximum parsimony analyses was performed using PAUP*4a142 (Swofford 2002). All characters
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were equally weighted, and a branching and bound search was performed. The calculation of tree scores was also
performed using PAUP*4al142. Bremer support values were calculated using TreeRot v3 (Sorenson & Franzosa
2007). The character state changes were calculated using MacClade 4 (Maddison & Maddison 2001). Table 1
provides a list of characters and their states, and the analyzed data matrix is deposited at TreeBase (http://purl.org/
phylo/treebase/phylows/study/TB2:S17857).

As far as can be observed, the genital structures of Archipsyllidae are not so highly specialized as in the
Hemiptera or Thysanoptera. We therefore adopted more general terms, as used for Orthoptera and Psocodea
(Tuxen 1970; Beutel et al. 2014), to describe genital morphology. The following abbreviations were used for
description of the forewing base articulations. ANWP, MNWP and PNWP: anterior, median and posterior notal
wing processes; Tg: tegula; HP: humeral plate; BSc: basisubcostale; BR: basiradiale; 1, 2 and 3Ax: first, second
and third axillary sclerites; PMP and DMP: proximal and distal median plates; BA: basianal (Snodgrass 1935;
Yoshizawa & Saigusa 2001).

Mydiognathus n. gen.
(Figs 1, 2a—c, 3a—)

Type species. Mydiognathus eviohlhoffae Yoshizawa & Lienhard n. sp.

Etymology. Named after elongated mandibles (mydion: small forceps in Greek; gnathos: jaw in Greek).

Diagnosis. This new genus is a representative of Insecta, Neoptera, Paraneoptera, and a member of the family
Archipsyllidae Handlirsch, 1906 (= sister clade to Condylognatha). It can be distinguished clearly from the other
genera of this family (Archipsylla Handlirsch, 1906, Archipsyllodes Vishniakova, 1976, Archipsyllopsis
Vishniakova, 1976 and Psocopsylla Ozdikmen, 2009 [= Eopsylla Vishniakova, 1976, not Eopsylla Argyropulo,
1946; see Ozdikmen, 2009]) by the following wing venation characters (Figs 1a,b, 3a) (Vishniakova 1976; Huang
et al. 2008): Sc in forewing with only two sections (near wing base and at the base of pterostigma) in
Mydiognathus whereas an additional section proximally of the pterostigma between wing margin and R1 in the
other genera; basal Cua cross vein (or Cua itself in the sense of Nel ez al. 2012) in forewing forked from R+M in
Mydiognathus whereas from M in the other genera; areola postica (ap) in forewing strongly constricted proximally
in Mydiognathus whereas broadest at the base in the other genera; ap absent in hindwing of Mydiognathus whereas
present in the other genera as far as known. Apart from these differences, wing venational and other morphological
characters are in good agreement with the features previously described for the family, justifying the placement of
Mydiognathus in the Archipsyllidae. For detailed morphological information see the description of the type
species.

Mpydiognathus eviohlhoffae n. sp.
(Figs 1, 2a—c, 3a-—c)

Description. Head (Figs 1a—d, 2a—c). Hypognathous, detached from thorax. Vertex rounded, protruding dorsally;
medially concave along occipital suture. Frons bulbous. Frontogenal suture directed backward from anterior
tentorial pit along ventral head capsule then strongly curved dorsally, ending between eye and antennal socket.
Gena expanded laterally. Eye large; three ocelli, each on a tubercle. Postclypeus not expanded dorsally, not bulged;
anteclypeus less sclerotized, with pair of swellings laterally. Antennal socket strongly pedicellate. Antenna
filiform, with at least 16 articles; scape nearly cylindrical; pedicel strongly constricted basally, cylindrical distally,
with bifurcated tip; flagellum long, far exceeding forewing length, no rupturing mechanism recognizable;
flagellomeres annulate except for first one (f1) and basal half of 2. Labrum much longer than wide, apically
rounded, covering entire elongated mandibles anteriorly. Mandibles elongate, apically curved inwardly, with two
subapical conical teeth; basally broadened, with asymmetrical molar area internally. Maxillae elongate,
symmetrical; cardo strip-like, projecting outward posteriorly; stipes bulged posteriorly and laterally; galea clearly
separated from stipes, flattened apically and curved internally; lacinia stylet-like, apically curved posterointernally,
basally extended deeply into head capsule; palpus four segmented, second and fourth articles especially long, inner
surface of terminal article flattened; palpifer well developed. Hypopharynx elongate, apically exceeding base of
labial palpus; anterior surface with keel along median line, placed between lacinial stylets. Labium elongate,
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medially concave forming groove housing elongated hypopharynx and lacinial stylets; paraglossa present; glossa
absent; palpus four segmented (or three if the most basal tiny article represents palpifer).

Thorax (Fig. 1a,b). Prothorax small, detached from mesothorax. Meso- and metathorax fused, analogous in
structures, well developed, bulged dorsally; scutum bilobed; scutellum pentagonal in shape; basalare well
differentiated from episternum; anapleural suture not visible; posterior margin of epimeron protruding medially.

FIGURE 1. Photographs of Mydiognathus eviohlhoffae. (a) Habitus, right view. (b) Habitus, left view. (c) Head. (d)
Connection between first (top) and second antennal flagellomeres. (e) Right hind tarsus, ventral view.
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; ’ T extension of basal segment
rupturing mechanism

(not flagellar intersegment)

FIGURE 2. Key head structures of Mydiognathus eviohlhoffae (a—c) and Neotrogla aurora (d). (a) Head. Dotted gray lines
indicate alignment of mouthpart structures against the labrum (Lr) or lacinia (Lc, only for galea: Ga) (Acl: anteclypeus; At:
antenna; ATP: anterior tentorial pit; Ca: cardo; E: eye; ES: epistomal suture; FGR: frontogenal suture; Fr: frons; Ga: galea; Ge:
gena; Lc: lacinia; LiP: labial palpus; Lr: labrum; Md: mandible; MxP: maxillary palpus; Oc: ocellus; Pcl: postclypeus; Pf:
palpifer; Pg: paraglossa; St: stipes). (b) Head, magnified. White arrowheads indicate the internally expanded lacinial base. (c)
Tip of the mouth, magnified. (d) Antennal flagellum of Neotrogla aurora (Psocodea: Trogiomorpha: Prionoglarididae),
showing the rupturing mechanism observed in extant Psocodea.

Wings (Figs la,b, 3a). Membrane and veins of both wings evenly covered by microtrichia; margins setose.
Forewing transparent with broad blackish brown region anteroproximally; Sc short, ending on anterior margin;
pterostigma darkly pigmented but not significantly thickened; nodus and nodulus (fore- and hindwings coupling
mechanism) absent; venation as indicated for family (Vishniakova 1976; Huang et al. 2008) and genus (see above);
bases of Cu veins obscure. Hindwing slightly smaller and very similar to forewing, but areola postica absent.

Forewing base articulations (Fig. 3b,c). Tips of ANWP and MNWP invisible. PNWP narrow and long, tightly
articulated with 3Ax. Tg well developed. HP and BSc fused. BSc and 2Ax separated by BR. First axillary sclerite
hardly visible. Anterior region of 2Ax strongly swollen, divided into two sclerites; posterior region small and
triangular, articulated with 3Ax. Proximal and distal arms of 3Ax short, anterior arm long. PMP deeply concave,
distal margin strongly sclerotized, anteroproximal region broadly membranous, fused to BA posteriorly and
distally. DMP small, located next to 2Ax.

Legs (Fig. 1a,b,e). All legs analogous in structures; hind leg significantly longer than other legs but no
specialization detected (e.g. for jumping). Coxae well developed, no specialization on internal surface of hind
coxae. Tibiae with two well-developed tibial spurs distally. Tarsi four segmented; pretarsal claws symmetrical,
without preapical tooth, with well-developed arolium between them.
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FIGURE 3. Illustrations of key wing structures in Mydiognathus eviohlhoffae (a—c) and other insect orders (d—f). (a) Forewing
(composite drawing reconstructed from distal half of right forewing and basal half of left forewing). (b) Left forewing base
articulation. (c) Right forewing base articulation. Forewing base articulation d—: (d) Alloperia sp. (Plecoptera), (e) Longivalvus
nubilus (Psocodea), (f) Petalolyma bicolor (Hemiptera).
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FIGURE 4. Male terminalia of Mydiognathus eviohlhoffae (St: sternite; T: tergite; Ad: aedeagus; Ep: epiproct; Pa: paraproct;
Tr: trichobothria).

Abdomen (Figs 1a,b, 4). Weakly sclerotized, tergum and sternum well differentiated. First abdominal tergite
clearly differentiated from second segment; sternite 1 not clearly differentiated. Terminal segments well
sclerotized. Epiproct convex dorsally, pointed posteriorly. Paraproct rounded posteriorly, with swollen
trichobothrial field. Ninth sternum strongly protruding posteriorly, genital chamber broadly open dorsally.
Aedeagus pointed apically.

Lengths (seen from right side, in mm). Body 2.12; antennal flagellomere f1 0.60, f2 0.56, {3 0.61; forewing
2.38, hindwing 2.20; hind femur 0.68, hind tibia 1.26, hind tarsus t1 0.38, t2 0.16, t3 0.05, t4 0.06.

Holotype. Male. Embedded in Burmite, early Cenomanian (Upper Cretaceous, ca. 99 Mya: Shi et al. 2012),
Hukawng Valley, northern Myanmar (to be deposited in State Museum of Natural History in Stuttgart, Germany,
under specimen ID SMNS Bu-174).

Etymology. The specific epithet honours Evi Ohlhoff, wife of Rainer Ohlhoff (who made the specimen
available for study) and codiscoverer of the specimen.

Phylogeny

Based on the above observations, morphological data of Mydiognathus were appended to the matrix previously
used by Friedemann er al. (2014) to estimate paraneopteran phylogeny. Two specializations observed in
Mydiognathus could not be incorporated into the matrix. Definitions of these character states were therefore
modified as follows (see Table 1):

Character 4 shape of mandible: (0) not stylet; (1) stylet was interpreted as follow: mandible elongate (1); not
elongate (0).

The state of this character for Mydiognathus was coded as 1 (Figs 1c, 2a,c).

NEW INSIGHTS FROM CRETACEOUS AMBER Zootaxa 4079 (2) © 2016 Magnolia Press - 235



Character 28 anterior axillary fold line: (0) not forked; (1) forked, and proximal branch running through the
distal portion of 2Ax was interpreted as follow: 2Ax not divided (0); 2Ax divided (1).

This interpretation attributes the fork of the folding line to division of 2Ax. Although it is impossible to
observe the wing folding lines directly in fossil specimens, the divided condition of 2Ax, as observed in
Thysanoptera and Hemiptera, could clearly be seen in Mydiognathus (Fig. 3b).

Equally weighted parsimony analysis of 118 morphological characters (Friedemann et al. 2014) yielded 54
trees (tree length = 197, consistency index = 0.69, retention index = 0.85), and Mydiognathus was unambiguously
placed within the Paraneoptera (Figs 5—6) with Bremer support value = 6, the second best supported branches
within the tree. Within the Paraneoptera, Mydiognathus was always placed to the stem of the Condylognatha, with
Bremer support value = 2. The strict consensus of 54 trees is presented in Figs 5-6. Based on this result, we
propose a new supraordinal taxon as follow.
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FIGURE 5. Strict consensus of the most parsimonious trees estimated from the data matrix of 118 morphological characters,
showing placement of Archipsyllidae: Mydiognathus. Numbers above branches are Bremer support values.
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FIGURE 6. The most parsimonious reconstruction of the morphological characters used for phylogenetic estimation. Numbers
before colon indicate character number (see Table 1), and character state changes are indicated after colon. Autapomorphies on
the terminal branches are omitted from the figure.

TABLE 1. Characters used for phylogenetic analysis and states coded for Mydiognathus.

1.

W

(9

N Y

11.

Rupturing mechanism at the base of the antennal flagellum: (0) absent; (1) present. State 0 is adopted for Mydiognathus:
ci=1ri=1.

Exposure of mouthparts: (0) largely or completely exposed; (1) left mandible enclosed in a pouch formed by anteclypeal
wall, labrum, stipes, and hypopharynx; (2) bases of mandibular and maxillary stylets articulate inside head with
mandibular and maxillary plates. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Right mandible: (0) present; (1) reduced. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

Shape of mandibles: (0) not elongated; (1) elongated. Character state interpretation modified (see “Phylogeny”): State 1 is
adopted for Mydiognathus: ci = 0.5, ri = 0.92.

Cardo: (0) present; (1) strongly reduced or absent; (2) fused with stipes. State 0 is adopted for Mydiognathus: ci = 1, ri =
1

Lacinia: (0) absent; (1) present. State 1 is adopted for Mydiognathus: ci = 1, ri = 1.

Insertion of lacinia: (0) on stipes; (1) detached from stipes. State 1 is adopted for Mydiognathus: ci = 0.5, ri = 0.86.
Lacinia: (0) not elongate and stylet-like; (1) elongate and stylet-like. State 1 is adopted for Mydiognathus: ci = 1, ri = I.
Labial rostrum: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Labial palps: (0) absent or strongly reduced; (1) comprising at least 2 segments. State 1 is adopted for Mydiognathus: ci =
0.5, ri = 0.88.

Cibarial water-vapour uptake apparatus: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.80.
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12.
13.

14.

15.
16.
17.

18.
19.

20.
21.

22.
23.

24.

25.

26.
217.
28.

29.
30.
31.

32.
33.
34.

35.
36.

37.
38.

39.
40.
41.

42.

43.
44,

45.
46.

47.
48.

49.

50.
51.
52.
53.

Jugal “bar”: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Abdominal ganglia: (0) more than two separate ganglia; (1) two separate ganglia; (2) one single ganglionic mass. "?" is
adopted for Mydiognathus: ci = 1, ri = 1.

Eyes of immature stages: (0) persist; (1) disintegrate or pulled back proximally into cerebrum. "?" is adopted for
Mydiognathus: ci =1, ri = 1.

External wing buds: (0) present; (1) absent. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Pupal stage: (0) absent; (2) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.5.

Appearance of compound eyes: (0) before ultimate immature stage; (1) in ultimate immature stage. "?" is adopted for
Mydiognathus: ci =1, ri = 1.

Ocelli of immature stages: (0) present; (1) absent. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Cerci of immature stages: (0) present; (1) absent. State 1 is adopted for Mydiognathus: ci = 1, ri = 1. Although immature
stage of this fossil is known, absence of the cercus in adult clearly shows its absence in immature stages.

Tegulae of the forewing: (0) present; (1) absent. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Size and shape of tegulae: (0) small; (1) enlarged, with broad extension encircling the entire margin. State 0 is adopted for
Mydiognathus: ci =1, ri = 1.

Attachment of tegulae to body wall: (0) narrow; (1) broad. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.

HP and BSc: (0) separated from each other; (1) connected with each other. State 1 is adopted for Mydiognathus: ci = 1, ri
=0.

BSc: (0) distant from 2Ax; (1) closely adjacent with the anteroproximal corner of 2Ax; (2) fused with anteroproximal part
of 2Ax. State 1 is adopted for Mydiognathus: ci = 1, ri = 1.

BR and HP + BSc: (0) fused with each other; (1) separated from each other. State 0 is adopted for Mydiognathus: ci = 1, ri
= 0.

BR and 2Ax: (0) separated from each other; (1) fused. State 1 is adopted for Mydiognathus: ci = 0.5, ri = 0.

2Ax: (0) nearly flat; (1) anterior region inflated. State 1 is adopted for Mydiognathus: ci = 1, ri = I.

2Ax: (0) divided; (1) not divided. (Character state interpretation modified: see “Phylogen”)State 1 is adopted for
Mydiognathus: ci =1, ri = 1.

Position of PMP: (0) distad 2Ax; (1) posterodistad 2Ax. State 1 is adopted for Mydiognathus: ci = 1, ri = 0.

PMP: (0) nearly flat; (1) deeply concave. State 1 is adopted for Mydiognathus: ci = 1, ri = 0.

PMP: (0) almost evenly sclerotized; (1) distal margin sclerotized more strongly than its other regions. State 1 is adopted for
Mydiognathus: ci = 1, ri = 0.

PMP: (0) well sclerotized; (1) reduced, often completely membranous. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.
DMP: (0) not divided; (1) divided into 2 sclerites. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

DMP: (0) distant from 2Ax; (1) placed next to 2Ax, articulating along a convex hinge. State 1 is adopted for
Mydiognathus: ci =1, ri = 1.

DMP: (0) large; (1) reduced in size. State 1 is adopted for Mydiognathus: ci = 0.5, ri = 0.

Distal arm of 3Ax and DMP: (0) articulating with each other; (1) not articulating with each other. State 1 is adopted for
Mydiognathus: ci =1, ri = 0.

Anterior arm of 3Ax: (0) present; (1) absent. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.

3Ax and BA: (0) separate from posterior margin of forewing base; (1) attached to posterior margin of forewing base. State
0 is adopted for Mydiognathus: ci = 1, ri = 0.

BA and PMP: (0) separate from each other; (1) fused with each other. State 1 is adopted for Mydiognathus: ci = 1, ri = 0.
Lateral hypopharyngeal arm (0) present; (1) absent. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.88.

Ovarioles: (0) not polytrophic; (1) polytrophic; (2) telotrophic; (3) panoistic. "?" is adopted for Mydiognathus: ci = 0.75, ri
=0.92.

Maxillary palps: (0) present, with four segments or more; (1) absent or reduced number of segments. State 0 is adopted for
Mydiognathus: ci = 0.33, ri = 0.82.

Abdominal sternite 1: (0) present; (1) absent. State 1 is adopted for Mydiognathus: ci = 0.5, ri = 0.8.

Number of axonemes in spermatozoans: (0) zero; (1) one; (2) two; (3) three. "?" is adopted for Mydiognathus: ci = 0.75, ri
=0.83.

Gonangulum: (0) not fused with tergum IX; (1) fused with tergum IX. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.8.
Pretentorium: (0) absent or if present not connecting internal extremities of mandibular lever and corpotentorium; (1)
unites internal extremities of mandibular lever and corpotentorium. "?" is adopted for Mydiognathus: ci = 1, ri = 1.
Lacinial gland: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.

Male genitalia: (0) symmetrical, or if asymmetrical, asymmetry not involving pregenital segments; (1) asymmetrical, this
asymmetry often involving pregenital segments. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.

Accessory salivary glands generally: (0) not tubular; (1) of the tubular type. "?" is adopted for Mydiognathus: ci = 1, ri =
0.

Number of eye trichobothria of first instars: (0) one or absent; (1) two. "?" is adopted for Mydiognathus: ci = 1, ri = 0.
Number of ommatidia in first-instar larvae: (0) 4-5; (1) more than five. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.
Number of tarsomeres in first-instar larvae: (0) one; (1) two. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Forewings: (0) completely uniform or if differentiated, not forming a distinct corium-clavus and membrane; (1) forewing
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divided into a distinct corium-clavus and membrane. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.

Cephalic trichobothria: (0) absent in adults; (1) present in adults. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.
Metathoracic scent gland system: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Labium: (0) not tubular; (1) tubular labium with three segments; (2) tubular labium with four segments. State 0 is adopted
for Mydiognathus: ci = 1, ri = 1.

Insertion of tubular labium: (0) posteriorly on the head, (1) anteriorly on the head. "?" is adopted for Mydiognathus: ci = 1,
ri = 1.

Dorsal abdominal glands in immature stages: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 1, ri = 1.
Number of antennal flagellomeres: (0) more than 4, (1) 4 or less. State 0 is adopted for Mydiognathus: ci = 0.33, ri = 0.75.
Articulations between the mesomere, anterodorsal extension of ventral plate and posterior end of basal plate: (0) absent;
(1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.5.

Length of basal apodeme of the phallic organ: (0) short; (1) long, longer than basal plate. "?" is adopted for Mydiognathus:
ci=1,ri=0.

Third posterodorsal corner of basal plate: (0) not extended; (1) extended posteriorly. "?" is adopted for Mydiognathus: ci =
1, ri=0.

Basal apodeme of the phallic organ: (0) present; (1) absent. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Width of basal apodeme: (0) narrow; (1) as broad as or broader than basal plate. "?" is adopted for Mydiognathus: ci = 1,
ri = 1.

Ventral plates 1: (0) separated; (1) partly fused anteriorly. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Ventral plates 2: (0) separated or partly fused; (1) completely fused. "?" is adopted for Mydiognathus: ci = 1, ri = 0.
Mesomere of the aedeagus: (0) rounded posteriorly; (1) pointed posteriorly. "?" is adopted for Mydiognathus: ci = 0.5, ri =
0.5.

Posteromedian part of basal plate: (0) membranous; (1) sclerotized. "?" is adopted for Mydiognathus: ci = 1, ri = 1.
Anterior end of mesomere: (0) articulated with basal plate; (1) articulated with paramere. "?" is adopted for Mydiognathus:
ci=1,ri=0.

Paired ocelli in nymphs or larvae: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Intrinsic antennal muscles (Mm. scapopedicellares) in immature stages: (0) absent; (1) present. "?" is adopted for
Mydiognathus: ci =1, ri = 1.

Ventral metasternal process: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Sensory plate organs of pedicel: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Evan's organ: (0) absent, (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.86.

Ductus ejaculatorius: (0) normal; (1) modified as a sperm pump. "?" is adopted for Mydiognathus: ci = 1, ri = 1.
Proximal abdomen pediculate by reduction of the 1st and 2nd segment: (0) absent; (1) present. "?" is adopted for
Mydiognathus: ci =1, ri = 1.

Hind coxae: (0) normally developed; (1) broad, closely adjacent. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.
Proboscis: (0) absent; (1) shifted posteriorly between bases of procoxae; (2) not shifted posteriorly between bases of
procoxae. State 0 is adopted for Mydiognathus: ci = 0.67, ri = 0.94.

Posterior parts of the head capsule: (0) sclerotized; (1) membraneous. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.
Connective tissue occluding occipital foramen: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.
Ovipositor simplified: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.5.

Spiracular glands: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 0.5, ri = 0.

Extension of the occipital apodeme reaching into the thorax: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci =
0.5, ri = 0.

Pronotum and procoxae: (0) not fused; (1) fused. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Position of anterior tentorial pits: (0) frontal side of head; (1) absent; (2) shifted dorsally. State 0 is adopted for
Mydiognathus: ci =1, ri = 1.

Fusion of head and thorax: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = I.

Body and head: (0) not flattened; (1) dorsoventrally flattened. State 0 is adopted for Mydiognathus: ci = 0.25, ri = 0.67.
Hind femora: (0) not enlarged; (1) enlarged. State 0 is adopted for Mydiognathus: ci = 0.33, ri = 0.6.

Meso- and metanotum: (0) not fused; (1) fused. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Compound eyes: (0) not reduced; (1) only 2 ommatidia or less. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.86.
Labial palp: (0) present; (1) absent. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.88.

Complex tymbal acoustic system: absent (0); present (1). State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Aristate antennal flagellum: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.86.

Malpighian tubules: (0) more than six; (1) six; (2) four or less. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Labrum: (0) not narrowed; (1) narrowed. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

Mandibular and lacinial stylets: (1) unicondylar; (0) dicondylar. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.
Pedunculate eggs (with stalk): (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 1, ri = 1.

Gut with filter chamber containing Malpighian tubules: (0) absent; (1) present. "?" is adopted for Mydiognathus: ci = 1, ri
=1

Coronal (= median epicranial) suture: (0) absent; (1) present. State 1 is adopted for Mydiognathus: ci = 0.33, ri = 0.33.
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100. Parempodia on unguitractor plate: (0) absent; (1) elongate and setiform, inserted in an alveolus. "?" is adopted for
Mydiognathus: ci = 0.5, ri = 0.5.

101. Number of tarsal segments: (0) one; (1) two; (2) three; (3) more than three. State 3 is adopted for Mydiognathus: ci = 0.3,
ri = 0.61. Coding for Cerobasis (Psocodea: Trogiomorpha) has changed from 2 to 3 (Friedmann et al. 2014).

102. Arolium: (0) absent; (1) present; (2) eversible; (3) bilobed. State 1 is adopted for Mydiognathus: ci = 0.33, ri = 0.5.

103. Sticky terminal lip of arolium: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.67.

104. Pulvilli: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0.33, ri = 0.6.

105. Euplantulae: (0) absent, (1) present. State 0 is adopted for Mydiognathus: ci = 0.33, ri = 0.33.

106. Number of claws: (0) one; (1) two; (2) reduced into spoon-shaped plates; (3) main claw plus accessory claw. State 1 is
adopted for Mydiognathus: ci = 0.75, ri = 0.67.

107. Claw teeth: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0.33, ri = 0.33.

108. Protuberance with microtrichia on distolateral side of the pretarsus: (0) absent; (1) present. State 0 is adopted for
Mydiognathus: ci =1, ri = 0.

109. Sensorial setae on mesal side of arolium: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 1.

110. Adhesive claw setae: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

111. Eversible structure between tibia and tarsus: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0, ri = 0.

112. Tibial thumb-like process: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

113. Empodial paronychium: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

114. Tarsal apophysis on the ventral side of the tarsus: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri =
0.

115. Two dorsal capitate setae: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

116. Flag-like sensilla on the 1st tarsal segment: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

117. Fingerlike process below claw: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 1, ri = 0.

118. Ventral brush: (0) absent; (1) present. State 0 is adopted for Mydiognathus: ci = 0.5, ri = 0.

Proposal of Pancondylognatha new supraorder

This supraorder is proposed for the clade composed of Archipsyllidae and Condylognatha (Fig. 5). Apomorphies
defining the supraorder are as follows: the labrum narrows apically; the mandible is elongated; the labium is
elongated, deeply concave medially and envelops the elongated lacinia (Figs 1c, 2a—c); 2Ax divided; DMP located
close to 2Ax (Fig. 3b,c).

Discussion

Around 30 insect orders are currently recognized and, in most cases, there are big morphological gaps among them.
Fossils may well be expected to fill such gaps. However, almost all amber fossil insects have been assigned to
extant orders, families or even genera (Penny 2010). Conversely, most insect fossils that cannot be assigned to
extant orders are known only from impression fossils, and usually only limited morphological information can be
obtained from them. Early Cretaceous ambers are an exception to this rule, and contain several exquisitely
preserved insect families that are typically found as impression fossils in late Paleozoic to mid Mesozoic that
become extinct soon after their mid Cretaceous last appearances (Labandeira 2014). The paraneopteran family
Archipsyllidae was one such example, which was known only from impression fossils and cannot be assigned to
any extant lineage (Vishniakova 1976; Huang et al. 2008). Their wing venation has been well documented, but
other key characters for understanding insect evolution and phylogeny (e.g. mouthparts, wing base, genitalia) are
little known, even from the best preserved fossils (Huang et al. 2008). The present discovery from mid-Cretaceous
amber represents an extremely rare case where an intermediate condition between supraordinal insect groups can
be observed in detail (Figs 1, 2a—c, 3a—c). The youngest fossils of Archipsyllidae known to date are from the early
Cretaceous in impression material (4Archipsyllodes and Archipsyllopsis) (Vishniakova 1976). The discovery of the
new fossil reveals the survival of Archipsyllidae until the mid Cretaceous. Judging from its placement at the stem
of Condylognatha and also from the age of this lineage (Misof er al. 2014), Archipsyllidae might have originated
around 340 Mya, showing that this clade survived for at least 240 million years (Fig. 7).

There is almost universal agreement for the placement of the Archipsyllidae in the Paraneoptera (Carpenter
1992; Grimaldi & Engel 2005; Huang er al. 2008). The present examination and phylogenetic analyses
undoubtedly confirm this assumption (Figs 5—6) on the basis of the styliform lacinia detached from stipes (Fig.
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2a,b), and the complete absence of a cercus (Figs 1a,b, 4) in Mydiognathus (Kristensen 1991; Grimaldi & Engel
2005; Beutel et al. 2014). As far as could be observed, apomorphic forewing base articulations characteristic for
Paraneoptera were confirmed in Mydiognathus (Fig. 3b—f): the HP and BSc united; the anterior region of 2Ax
strongly swollen; the PMP placed posterior to the 2Ax; the PMP concave and outer region strongly sclerotized; the
3Ax not articulated with the DMP; and the BA fused with the PMP (Yoshizawa & Saigusa 2001). Supports from
the wing base are especially important because this character system is widely recognized as very reliable in
estimating the higher level phylogeny of insects (Hornschemeyer 2002; Yoshizawa 2011; Friedrich et al. 2014;
Misof et al. 2014; Zhao et al. 2014).

Carboniferous Triassic Cretaceous Neogene
Devonian Permian Jurassic Paleogene
[TITT [T T T[T T[T T[T TITT[TTTI[ITTT]|,
400 300 200 100 0s
e Psocodea
| ® B ©~D1 Archipsyllidae
Thysanoptera
Hemiptera

FIGURE 7. Phylogeny and chronology of Paraneoptera including the placement of Archipsyllidae. Gray branches indicates
uncertainty of divergence age (Misof ef al. 2014). A-D indicate age of known fossils of Archipsyllidae (A: Psocopsylla
(monotypic); B: Archipsylla (5 species known, oldest record indicated); C: Archipsyllodes and Archipsyllopsis (both
monotypic); D: Mydiognathus). Numbers connecting branches indicate their supposed synapomorphies as follow: (1)
Synapomorphies of Paraneoptera listed previously (e.g. Yoshizawa and Saigusa 2001; Grimaldi and Engel 2005; Beutel et al.
2014) except for (2). (2) Reduction of labial palpus (two segments or less) and reduction of tarsal segments (three segments or
less) have been accepted as paraneopteran synapomorphies, but are excluded by recent studies of Archipsyllidae (Huang et al.
2008; present study). (3) Enlarged clypeus and antennal rupturing mechanism were considered as synapomorphies of
Archipsyllidae and Psocodea (Huang et al. 2008) but are excluded by the present study. (4) Elongated mandible, elongated and
grooved labium, and several forewing articulation apomorphies support placement of Archipsyllidae sister to Condylognatha
(these clades together compose the new supraordinal taxon Pancondylognatha).

In contrast to its placement in Paraneoptera, there are conflicting opinions about the position of the
Archipsyllidae within the Paraneoptera. In recent studies, Archipsyllidae are generally placed in Psocodea (e.g.
Smithers 1972; Vishniakova 1976; Carpenter 1992; Ansorge 1996), although this assignment is not based on any
shared apomorphy but on plesiomorphic or superficial similarities. Therefore, the most conservative view about the
placement of this family would be the stem lineage of Paraneoptera (Grimaldi & Engel 2005). In contrast, a study
of well-preserved impression fossils of Archipsylla suggested its placement in the Psocodea (Huang et al. 2008)
based on the following apomorphies: bulbous and protruding postclypeus and presence of the rupturing mechanism
in the antennal flagellomeres, both recognized as psocodean autapomorphies (Seeger 1975; Grimaldi & Engel
2005). However, the present study clearly suggests that these are misinterpretations of the impression fossils
(Huang et al. 2008): the protruding head part is the frons, not the clypeus (Fig. 2a), and no clear rupturing
mechanism in flagellomeres was observed in Mydiognathus (Figs 1d, 2d). The annulated flagellum, clearly
observed in Mydiognathus as well as in Archipsylla (Huang et al. 2008), is the only apomorphy potentially uniting
Archipsyllidae and Psocodea (Fig. 7). However, this feature is only observed in some Psocodea (Troctomorpha and
some Trogiomorpha) (e.g. Lienhard 1998). Furthermore, annulated flagellomeres are also observed in
Thysanoptera (Mound & Masumoto 2009) and Hemiptera (Bromley ef al. 1980; Akimoto 1983) and this feature
cannot be regarded as an autapomorphy of the Psocodea but as highly homoplastic or as belonging to the
paraneopteran ground plan. The placement of Archipsyllidae in the Psocodea clade (Huang et al. 2008) is therefore
unjustified.
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The phylogenetic tree estimated here (Figs 5-6), resulting from the first numerical cladistic analysis of
Archipsyllidae based on extensive morphological data, provides additional insights into the phylogenetic
relationships of this enigmatic lineage. The following character states (including characters not scored for the
phylogenetic analyses) observed in Mydiognathus are apomorphic and shared with Condylognatha (=
Thysanoptera plus Hemiptera) (Figs 1c, 2a—c): the labrum narrows apically; the mandible is elongated; and the
labium is elongated, deeply concave medially and envelops the elongated lacinia. These features strongly suggest
that this archipsyllid is close to the Condylognatha. The mouthpart modifications observed in Mydiognathus may
actually represent autapomorphic specializations, as observed in Palaeodictyopteroidea (Labandeira & Phillips
1996) and Pseudopolycentropus (Mecoptera: Ren et al. 2009). However, the complicated and composite mouthpart
modifications shared by Condylognatha and Mydiognathus (Figs 5-6) strongly imply that these are homologous
changes. In addition, the wing base apomorphies of Mydiognathus (2Ax divided and DMP located close to 2Ax:
Fig. 3b,c) also support its placement close to the Condylognatha (Yoshizawa & Saigusa 2001), although one wing-
base autapomorphy of Condylognatha (fusion between BSc and 2Ax: Fig. 3f) could not be confirmed in
Mydiognathus (Fig. 3b,c). The combination of these apomorphies shared by Condylognatha and Archipsyllidae is
used to define the new taxon Pancondylognatha for them. Establishment of this supraordinal taxon allows
preservation of the well-defined name Condylognatha for the two orders with piercing-and-sucking mouthparts.
Establishment of a new order for the Archipsyllidae also may be justified, but the phylogenetic placement of other
fossil insects potentially belonging to the Pancondylognatha should be clarified prior to its establishment.

The modified mouthparts in Mydiognathus are of special interest. The asymmetrical molars at the inner base of
the mandibles (Fig. 2a—c), very similar to those of psocodeans, clearly show that Mydiognathus is a chewing
feeder. It is also evident from the detached condition of the elongated lacinia (Fig. 2a,b) that this structure can be
protracted and retracted as in Psocodea and Condylognatha. These features, in addition to the phylogenetic
placement of Mydiognathus (Fig. 5-6), clearly show that elongation of the mandible and the styliform lacinia of
Condylognatha first evolved in a chewing feeder. The flat postclypeus without dorsal extension also probably
suggests that they lack considerable sucking activity. This is quite different in the case of the Lepidoptera, wherein
elongation of mouthparts, specifically the maxillary galeae, was exclusively related to fluid feeding from the
beginning (Krenn 2010). The vertically and symmetrically arranged and inwardly curved tips of the mandibles
(Figs 1c, 2a,c) suggest that these organs functioned to grasp food, rather than to cut or extricate it from a substrate
as in Psocodea. The very long basal extension of the lacinia (Fig. 2a,b) clearly demonstrates that this structure
could be projected forwards for some distance. The curved lacinial tips (Figs 1c, 2a,c) therefore might function to
hook and collect distantly located food to be efficiently retrieved by the mouth. The internally flattened, terminal
segment of the maxillary palpus (Figs 1c, 2a) also might help the laciniae to secure food. Because the molars are
widely separated from the tip of the mandibles (Figs 1c, 2a—c), the protraction and retraction of the laciniae might
also transport food to the molar region. Further studies are needed to clarify the feeding habits of these insects, but
it is probably safe to say from their elongated mouthparts that they utilized food sources occurring in interstices or
inaccessible spaces, such as seeds.

One such food source is pollen. Judging from the insect phylogenomic tree (Misof et al. 2014) and the
placement of Archipsyllidae proposed here, the origin of the Pancondylognatha can be assumed to be mid
Devonian (Fig. 7), which is about synchronous with the origin of the spermatophytes (Jiao ef al. 2011). A cluster of
tiny pollen-like particles was observed at the inner tip of the right galea (Fig. 2c); however, they are too small to be
pollen grains (less than 1 um). Mydiognathus has none of the specializations of the mouthparts generally observed
in other pollen feeding insects, such as dense bristles or other hair-laden structures facilitating pollen harvesting
(Krenn et al. 2005) (Figs 1c, 2a—c). Therefore, the pollen feeder hypothesis is less likely.

The present analysis also addresses to the controversy over the monophyly of the Paraneoptera (= Acercaria or
informally known as hemipteroid assemblage). Recent molecular and genomic phylogenetic analyses have cast
doubt on the monophyly of the Paraneoptera (Yoshizawa & Johnson 2005; Ishiwata ef al. 2011; Misof et al. 2014).
Morphologically, monophyly of the Paraneoptera has been supported by many apomorphies, such as an enlarged
postclypeus, an elongated lacinia detached from stipes, reduction or absence of the labial palpus, three or fewer
tarsal segments, absence of a cercus, presence of abdominal trichobothria, four Malpighian tubules, and a single
abdominal ganglion (Kristensen 1991; Grimaldi & Engel 2005; Beutel et al. 2014). The four segmented labial
palpus (Figs 1c, 2a) and four segmented tarsus (Fig. 1a,b,e) of Mydiognathus, clearly show that reduction of labial
palps and tarsal segments occurred independently in the Psocodea and Condylognatha, removing two potential
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synapomorphies of the Paraneoptera (2 in Fig. 7). However, elongation of lacinia (Figs 1c, 2a—) and absence of a
cercus (Figs 1a,b, 4), which are confirmed in Mydiognathus, still suggest the monophyly of the Paraneoptera, as do
the forewing base articulation structures of Mydiognathus (Fig. 3b,c) (Yoshizawa & Saigusa 2001). The Bremer
support value for the monophyly of the Paraneoptera also was high (6) even after the inclusion of Mydiognathus
into the phylogenetic analysis (Fig. 5-6). Acceptance of the non-monophyly of Paraneoptera implies convergent
evolutions of many morphological apomorphies. Given that no molecular analysis, including phylogenomics,
could statistically reject the monophyly of the Paraneoptera (Yoshizawa and Johnson 2005; Ishiwata et al. 2011;
Misof et al. 2014), the monophyly of this clade remains a well-founded and highly likely hypothesis. Further
morphological analyses, including fossil data, will be the key to resolving the "Paraneoptera problem".

Acknowledgments

We thank Rainer Ohlhoff for giving us the opportunity to examine this exceptionally valuable amber fossil for this
study and John Hollier for discussion and language editing. We also thank Conrad Labandeira, Bruce Heming, and
anonymous reviewers for constructive and useful comments to improve the paper. KY thanks Kyoichiro Ueda for
technical help in preparing amber specimens. This study was supported in part by JSPS grant 15H04409 to KY.

References

Akimoto, S.I. (1983) A revision of the genus Eriosoma and its allied genera in Japan (Homoptera: Aphidoidea). Insecta
Matsumurana New Series, 27, 37-106.

Ansorge, J. (1996) Insekten aus dem oberen Lias von Grimmen (Vorpommern, Norddeutschland). Neue Paldontologische
Abhandlungen, 2, 1-132.

Badonnel, A. (1934) Recherches sur I'anatomie des Psoques. Bulletin Biologique de France et de Belgique, Supplément, 18, 1—
241.

Beutel, R.G., Friedrich, F., Hornschemeyer, T., Pohl, H., Hiinefeld, F., Beckmann, F., Meier, R., Misof, B., Whiting, M. &
Vilhelmsen, L. (2011) Morphological and molecular evidence converge upon a robust phylogeny for the megadiverse
Holometabola. Cladistics, 27, 341-355.
http://dx.doi.org/10.1111/§.1096-0031.2010.00338.x

Beutel, R.G,, Friedrich, F., Ge, S.Q. & Yang, X.K. (2014) Insect Morphology and Phylogeny. Walter de Gruyter, Berlin,
Germany, 516 pp.

Bromley, A.K., Dunn, J.A. & Anderson, M. (1980) Ultrastructure of the antennal sensilla of aphids. II. Trichoid, chordotonal
and campaniform sensilla. Cell and Tissue Research, 205, 493-511.
http://dx.doi.org/10.1007/BF00232289

Carpenter, F.M. (1992) Treatise on Invertebrate Paleontology, Part R, Arthropoda 4. Geological Society of America Inc,
Boulder, 655 pp.

Carver, M., Gross, GF. & Woodward, T.E. (1991) Hemiptera (bugs, leathoppers, cicadas, aphids, scale insects etc.). /n:
Naumann, 1.D., Carne, P.B., Lawrence,J. F., Nielsen, E.S., Spradbery,J.P., Taylor, R.-W., Whitten, M.J., & Littlejohn, M.J.
(Eds), The Insects of Australia. Cornell University Press, Ithaca, NY, pp. 429-509.

Forero, D. (2008) The systematics of the Hemiptera. Revista Colombiana de Entomologia, 34, 1-21.

Friedemann, K., Spangenberg, R., Yoshizawa, K. & Beutel, R.G. (2014) Evolution of attachment structures in the highly
diverse Acercaria (Hexapoda). Cladistics, 30, 170-201.
http://dx.doi.org/10.1111/cla.12030

Friedrich, F., Matsumura, Y., Pohl, H., Bai, M., Hérnschemeyer, T. & Beutel, R.G. (2014) Insect morphology in the age of
phylogenomics: innovative techniques and its future role in systematics. Entomological Science, 17, 1-24.
http://dx.doi.org/10.1111/ens.12053

Grimaldi, D. & Engel, M.S. (2005) Evolution of the Insects. Cambridge University Press, Cambridge, 755 pp.

Hamilton, K.G.A. (1981) Morphology and evolution of the rhynchotan head (Insecta: Hemiptera, Homoptera). Canadian
Entomologists, 113, 953-974.
http://dx.doi.org/10.4039/Ent113953-11

Hornschemeyer, T. (2002) Phylogenetic significance of the wing-base of the Holometabola (Insecta). Zoologica Scripta, 31,
17-29.
http://dx.doi.org/10.1046/j.0300-3256.2001.00086.x

Huang, D.Y., Nel, A., Azar, D. & Nel, P. (2008) Phylogenetic relationships of the Mesozoic paraneopteran family
Archipsyllidae (Insecta: Psocodea). Geobios, 41, 461-464.
http://dx.doi.org/10.1016/j.geobios.2007.11.003

NEW INSIGHTS FROM CRETACEOUS AMBER Zootaxa 4079 (2) © 2016 Magnolia Press - 243



Ishiwata, K., Sasaki, G., Ogawa, J., Miyata, T. & Su, Z.H. (2011) Phylogenetic relationships among insect orders based on three
nuclear protein-coding gene sequences. Molecular Phylogenetics and Evolution, 58, 169—180.
http://dx.doi.org/10.1016/j.ympev.2010.11.001

Jiao, Y., Wickett, N.J, Ayyampalayam, S., Chanderbali, A.S., Landherr, L., Ralph, P.E., Tomsho, L.P., Hu, Y., Liang, H., Soltis,
P.S., Soltis, D.E., Clifton, S.W., Schlarbaum, S.E., Schuster, S.C., Ma, H., Leebens-Mack, J. & Depamphilis, C.W. (2011)
Ancestral polyploidy in seed plants and angiosperms. Nature, 473, 97—100.
http://dx.doi.org/10.1038/nature09916

Kéler, S. (1966) Zur Mechanik der Nahrungsaufnahme bei Corrodentien. Zeitchrift fiir Parasitenkunde, 27, 64-79.

Krenn, H.W. (2010) Feeding mechanisms of adult Lepidoptera: structure, function, and evolution of the mouthparts. Annual
Review of Entomology, 55, 307-327.
http://dx.doi.org/10.1146/annurev-ento-112408-085338

Krenn, H.W., Plant, J.D. & Szucsich, N.U. (2005) Mouthparts of flower-visiting insects. Arthropod Structure and Development,
34, 1-40.
http://dx.doi.org/10.1016/j.asd.2004.10.002

Kristensen, N.P. (1991) Phylogeny of Extant Hexapods. /n: Naumann, [.D., Lawrence, J.F.,

Nielsen, E.S., Spradberry, J.P., Taylor, R.-W., Whitten, M.J., Littlejohn, M.J. (Eds), The Insects of Australia. Cornell University
Press, Ithaca, NY, pp. 125-140.

Labandeira, C.C. (1997) Insect mouthparts: ascertaining the paleobiology of insect feeding strategies. Annual Review of
Ecology and Systematics, 28, 153—193.
http://dx.doi.org/10.1146/annurev.ecolsys.28.1.153

Labandeira, C.C. (2014) Amber. /n: Laflamme, M., Schiffbauer, J.D. & Darroch, S.A.F. (Eds), Reading and Writing of the
Fossil Record: Preservational Pathways to Exceptional Fossilization. Paleontological Society, Boulder, CO, pp. 163-216.

Labandeira, C.C. & Phillips, T.L. (1996) Insect fluid-feeding on Upper Pennsylvanian tree ferns (Palacodictyoptera,
Marattiales) and the early history of the piercing-and-sucking functional feeding group. Annals of the Entomological
Society of America, 89, 157—183.
http://dx.doi.org/10.1093/aesa/89.2.157

Lienhard, C. (1998) Psocoptéres Euro-Méditerranéens. Faune de France, 83, i—xx 1-517.

Lyal, C.H.C. (1985) Phylogeny and classification of the Psocodea, with particular reference to the lice (Psocodea:
Phthiraptera). Systematic Entomology, 10, 145—165.
http://dx.doi.org/10.1111/j.1365-3113.1985.tb00525.x

Maddison, D.R. & Maddison, W.P. (2001) MacClade 4: Analysis of Phylogeny and Character Evolution. Sinauer Inc,
Sunderland.

Mashimo, Y., Matsumura, Y., Machida, R., Dallai, R., Gottardo, M., Yoshizawa, K., Friedrich, F., Wipfler, B. & Beutel, R.G.
(2014) 100 years Zoraptera—a phantom in insect evolution and the history of its investigation. Insect Systematics &
Evolution, 45, 371-393.
http://dx.doi.org/10.1163/1876312X-45012110

Misof, B., Liu, S., Meusemann, K., Peters, R.S., Donath, A., Mayer, C., Frandsen, P.B., Ware, J., Flouri, T., Beutel, R.G.,
Niehuis, O., Petersen, M., Izquierdo-Carrasco, F., Wappler, T., Rust, J., Aberer, A.J., Aspdck, U., Aspock, H., Bartel, D.,
Blanke, A., Berger, S., Bohm ,A., Buckley, T.R., Calcott, B., Chen, J., Friedrich, F., Fukui, M., Fujita, M., Greve, C.,
Grobe, P., Gu, S., Huang, Y., Jermiin, L.S., Kawahara, A.Y., Krogmann, L., Kubiak, M., Lanfear, R., Letsch, H., Li, Y., Li,
Z.,Li, J., Lu, H., Machida, R., Mashimo, Y., Kapli, P., McKenna, D.D., Meng, G., Nakagaki, Y., Navarrete-Heredia, J.L.,
Ott, M., Ou, Y., Pass, G., Podsiadlowski, L., Pohl, H., von Reumont, B.M., Schiitte, K., Sekiya, K., Shimizu, S., Slipinski,
A., Stamatakis, A., Song, W., Su, X., Szucsich, N.U., Tan, M., Tan, X., Tang, M., Tang, J., Timelthaler, G., Tomizuka, S.,
Trautwein, M., Tong, X., Uchifune, T., Walzl, M.G., Wiegmann, B.M., Wilbrandt, J., Wipfler, B., Wong, T.K., Wu, Q., Wu,
G, Xie, Y., Yang, S, Yang, Q., Yeates, D.K., Yoshizawa, K., Zhang, Q., Zhang, R., Zhang, W., Zhang, Y., Zhao, J., Zhou,
C., Zhou, L., Ziesmann, T., Zou, S., Li, Y., Xu, X., Zhang, Y., Yang, H., Wang, J., Wang, J., Kjer, K.M. & Zhou, X. (2014)
Phylogenomics resolves the timing and pattern of insect evolution. Science, 346, 763-767.
http://dx.doi.org/10.1126/science.1257570

Mound, L.A. & Masumoto, M. (2009) Australian Thripidae of the Anaphothrips genus-group (Thysanoptera), with three new
genera and thirty-three new species. Zootaxa, 2042, 1-76.

Miiller, GB. & Wagner, G.P. (2003) Innovation. /n: Hall, B.K. & Olson, WM. (Eds), Keywords & Concepts in Evolutionary
Developmental Biology. Harvard University Press, Cambridge, pp. 218-227.

Nel, A., Prokop, J., Nel, P., Grandcolas, P., Huang, D.Y., Roques, P., Guilbert, E., Dostal, O. & Szwedo, J. (2012) Traits and
evolution of wing venation pattern in paraneopteran insects. Journal of Morphology, 273, 480-506.
http://dx.doi.org/10.1002/jmor.11036

Nel, P., Azar, D. & Nel, A. (2007) A new 'primitive' family of thrips from Early Cretaceous Lebanese amber (Insecta,
Thysanoptera). Cretaceous Research, 28, 1033—1038.
http://dx.doi.org/10.1016/j.cretres.2007.02.003

Nel, P., Retana-Salazar, A.P., Azar, D., Nel, A. & Huang, D.Y. (2014) Redefining the Thripida (Insecta: Paraneoptera). Journal
of Systematic Palaeontology, 12, 865-878.
http://dx.doi.org/10.1080/14772019.2013.841781

244 - Zootaxa 4079 (2) © 2016 Magnolia Press YOSHIZAWA & LIENHARD



Ozdikmen, H. (2009) Psocopsylla nom. nov., a new name for the preoccupied psocid genus Eopsylla Vishniakova, 1976
(Psocodea: Psocidiidae). Munis Entomology & Zoology 4, 613.

Penny, D. (2010) Biodiversity of Fossils in Amber from the Major World Deposits. Siri Scientific Press, Manchester, 303 pp.

Ren, D., Shih, C.K. & Labandeira, C.C. (2009) A probable pollination mode before angiosperms: Eurasian long-proboscid
scorpionflies. Science 326, 840-847.
http://dx.doi.org/10.1126/science.1178338

Seeger, W. (1975) Funktionsmorphologie an Spezialbildungen der Fiihlergeissel von Psocoptera und anderen Paraneoptera
(Insecta): Psocodea als monophyletische Gruppe. Zeitschrift fiir Morphologie der Tiere, 81, 137—159.

Shi, G., Grimaldi, D.A., Harlow, GE., Wang, J., Wang, J., Yang, M., Lei, W., Li, Q. & Li, X. (2012) Age constraint on Burmese
amber based on U-Pb dating of zircons. Cretaceous Research, 37, 155-163.
http://dx.doi.org/10.1016/j.cretres.2012.03.014

Smithers, C.N. (1972) The classification and phylogeny of the Psocoptera. The Australian Museum Memoir, 14, 1-349.
http://dx.doi.org/10.3853/.0067-1967.14.1972.424

Snodgrass, R.E. (1935) Principles of Insect Morphology. McGraw-Hill Pub, NY, 667 pp.

Sorenson, M.D. & Franzosa, E.A. (2007) TreeRot, Version 3. Boston University, Boston, MA.

Swofford, D.L. (2002) PAUP*: Phylogenetic Analysis Using Parsimony (* and Other Methods), Version 4. Sinauer Inc,
Sunderland.

Tuxen, S.L. (1970) Taxonomists Glossary of Genitalia in Insects, Second Edition. Scandinavian University Books,
Copenhagen, 359 pp.

Vishniakova, V.N. (1976) Relict Archipsyllidae (Insecta: Psocoptera) in the Mesozoic fauna. Paleontology Journal, 2, 76—84.

Yoshizawa, K. (2002) Phylogeny and higher classification of suborder Psocomorpha (Insecta: Psocodea: 'Psocoptera’).
Zoological Journal of the Linnean Society, 136, 371-400.
http://dx.doi.org/10.1111/z0j.12157

Yoshizawa, K. (2011) Monophyletic Polyneoptera recovered by wing base structure. Systematic Entomology, 36, 377-394.
http://dx.doi.org/10.1111/j.1365-3113.2011.00572.x

Yoshizawa, K. & Johnson, K.P. (2005) Aligned 18S for Zoraptera (Insecta): Phylogenetic position and molecular evolution.
Molecular Phylogenetics and Evolution, 37, 572—580.
http://dx.doi.org/10.1016/j.ympev.2005.05.008

Yoshizawa, K. & Johnson, K.P. (2010) How stable is the "Polyphyly of Lice" hypothesis (Insecta: Psocodea)?: A comparison of
phylogenetic signal in multiple gene. Molecular Phylogenetics and Evolution, 55, 939-951.
http://dx.doi.org/10.1016/j.ympev.2010.02.026

Yoshizawa, K. & Saigusa, T. (2001) Phylogenetic analysis of paraneopteran orders (Insecta: Neoptera) based on forewing base
structure, with comments on monophyly of Auchenorrhyncha (Hemiptera). Systematic Entomology, 26, 1-13.
http://dx.doi.org/10.1046/j.1365-3113.2001.00133.x

Yoshizawa, K. & Saigusa, T. (2003) Reinterpretations of clypeus and maxilla in Psocoptera, and their significance in phylogeny
of Paraneoptera (Insecta: Neoptera). Acta Zoologica, 84, 33—40
http://dx.doi.org/10.1046/j.1463-6395.2003.00127 x

Zhao, C., Liu, X. & Yang, D. (2014) Wing base structural data support the sister relationship of Megaloptera and Neuroptera
(Insecta: Neuropterida). PLoS ONE, 9, €114695.
http://dx.doi.org/10.1371/journal.pone.0114695

NEW INSIGHTS FROM CRETACEOUS AMBER Zootaxa 4079 (2) © 2016 Magnolia Press - 245



	Abstract
	Introduction
	Material and methods
	Mydiognathus n. gen.
	Mydiognathus eviohlhoffae n. sp.
	Phylogeny
	Proposal of Pancondylognatha new supraorder
	Discussion
	Acknowledgments
	References


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
    /Arial-Black
    /Arial-BlackItalic
    /Arial-BoldItalicMT
    /Arial-BoldMT
    /Arial-ItalicMT
    /ArialMT
    /ArialNarrow
    /ArialNarrow-Bold
    /ArialNarrow-BoldItalic
    /ArialNarrow-Italic
    /ArialUnicodeMS
    /CenturyGothic
    /CenturyGothic-Bold
    /CenturyGothic-BoldItalic
    /CenturyGothic-Italic
    /CourierNewPS-BoldItalicMT
    /CourierNewPS-BoldMT
    /CourierNewPS-ItalicMT
    /CourierNewPSMT
    /Georgia
    /Georgia-Bold
    /Georgia-BoldItalic
    /Georgia-Italic
    /Impact
    /LucidaConsole
    /Tahoma
    /Tahoma-Bold
    /TimesNewRomanMT-ExtraBold
    /TimesNewRomanPS-BoldItalicMT
    /TimesNewRomanPS-BoldMT
    /TimesNewRomanPS-ItalicMT
    /TimesNewRomanPSMT
    /Trebuchet-BoldItalic
    /TrebuchetMS
    /TrebuchetMS-Bold
    /TrebuchetMS-Italic
    /Verdana
    /Verdana-Bold
    /Verdana-BoldItalic
    /Verdana-Italic
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 2.00000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e55464e1a65876863768467e5770b548c62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc666e901a554652d965874ef6768467e5770b548c52175370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF adatti per visualizzare e stampare documenti aziendali in modo affidabile. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 5.0 e versioni successive.)
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020be44c988b2c8c2a40020bb38c11cb97c0020c548c815c801c73cb85c0020bcf4ace00020c778c1c4d558b2940020b3700020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken waarmee zakelijke documenten betrouwbaar kunnen worden weergegeven en afgedrukt. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents suitable for reliable viewing and printing of business documents.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
>> setdistillerparams
<<
  /HWResolution [1200 1200]
  /PageSize [612.000 792.000]
>> setpagedevice


