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 Effects of Nymphal Ticks and Their Interaction with
 Malaria on the Physiology of Male Fence Lizards

 KENT D. DUNLAP AND TOM MATHIES

 Ectoparasites infest many lizard species, but the physiological consequences
 of infestation in free-living lizards have not been studied. We examined male
 western fence lizards, Sceloporus occidentalis, infested with ticks, Ixodes pacificus,
 in northern California. Many lizards in this population were also infected with
 malaria, Plasmodium mexicanum. We found that the effects of nymphal ticks on
 blood composition and body condition (relative body weight) depended on the
 age of the lizard host and whether the lizard was also infected with malaria.
 Adult male lizards, but not juveniles, infested with ticks had lower hematocrits
 than uninfested lizards. Although the reduction in hematocrit that accompanies
 the mean level of tick infestation probably does not substantially affect the liz-
 ards, heavy infestations (>5 ticks per lizard) may significantly limit the aerobic
 capacity and behavior of the lizard host. Lizards parasitized with both ticks and
 malaria had significantly lower body condition than lizards with one or neither
 parasite.

 M ANY free-living lizards carry ectopara-
 sites, and, when infested lizards are

 brought into captivity, they sometimes experi-
 ence poor health and survival (Mader et al,
 1986). However, captive lizards often host un-
 naturally high levels of infestation because cap-
 tivity typically facilitates transmission between
 hosts and alters the host's immune system and
 behavior. Several studies have examined the

 histopathology (Golberg and Bursey, 1991),
 prevalence (Lane and Loye, 1989), and com-
 petition (Andrews et al., 1982) of ectoparasites
 on free-living lizards; but the physiological con-
 sequences of ectoparasitic infestation on lizards
 in the wild are unknown. The effects of multiple
 parasites on lizard physiology has also not been
 studied. Here we discuss the influence of ticks,
 Ixodes pacificus, and their interaction with ma-
 laria protozoans, Plasmodium mexicanum, in dis-
 rupting the physiology of male western fence
 lizards, Sceloporus occidentalis.

 In northern California, fence lizards carry the
 larval and nymphal stages of L pacificus which
 attach primarily in an area just posterior to the
 external ear (the lateral nuchal pocket). In the
 spring, ~50-90% of the lizards carry I. pacificus
 (Lane and Loye, 1989). Many lizards (20-50%)
 in this population are also infected with malaria,
 P. mexicanum. Schall and his colleagues (Schall,
 1990) have described the infection dynamics
 and many physiological pathologies associated
 with malaria at this site. In brief, infected lizards
 have an impaired ability to transport oxygen,
 store fat, and reproduce compared with unin-
 fected lizards. In our study, we concurrently

 examined the virulence of both parasites. We
 found that ticks have very different effects from
 malaria on Sceloporus and that some pathologies
 are only expressed when the lizard host is par-
 asitized with both ticks and malaria.

 METHODS

 We captured male lizards in the oak wood-
 lands of the University of California Hopland
 Field Station near Hopland, California, -140
 km north of San Francisco. We conducted this

 study in June 1990 as a part of a project ex-
 amining the effects of parasitism on the male
 reproductive physiology of S. occidentalis. Schall
 has studied lizard malaria at this site for many
 years and describes the site and the biology of
 Sceloporus-Plasmodium interactions elsewhere
 (Schall, 1983).

 We caught male lizards by noose and collect-
 ed blood (- 150 1l) from the orbital sinus within
 1 h of capture. After bleeding in the field, liz-
 ards were brought into the lab to measure their
 size (snout-vent length in mm), weight (g), and
 the abundance of ectoparasitic ticks L pacificus
 and blood-borne P. mexicanum. The lizards car-

 ry both larval and nymphal stages of Ixodes.
 However, in this study we counted only nymph-
 al ticks. For all lizards, we made smears from a
 drop of blood from toe clips and stained the
 smears with Giemsa. The slides were viewed
 under 1200 x to determine whether the animal
 was infected with Plasmodium and, if so, the
 number of infected cells per 10,000 red cells.
 The hematocrit (% packed cell volume) was
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 Fig. 1. The hematocrit (mean? SE) of juvenile
 and adult male fence lizard without (striped bar) and
 with (solid bar) black-legged ticks. Adults with ticks
 have significantly lower hematocrits. Data from liz-
 ards infected with malaria are included because ma-
 laria does not influence hematocrit.

 measured from blood centrifuged in the lab at
 -~ 1500 rpm for 10-15 min. We returned all
 lizards to the field within 1-2 days. All lizards
 were marked prior to release so that no lizard
 was captured more than once.

 We estimated the body condition of the an-
 imals by regressing log body weight on log snout-
 vent length (SVL) and calculating the residuals.
 To analyze the data, we used a three-way ANO-
 VA with hematocrit and body condition (log
 SVL/log weight residuals) as dependent vari-
 ables and age, presence of ticks and malaria as
 covariates. We used size to distinguish between
 juveniles (<60 mm SVL) and adults (?60 mm)
 based on data collected by Schall (1983).

 RESULTS

 Of 173 animals we examined, 42.7% were
 parasitized with nymphal ticks only, 12.1% with
 malaria only, and 8.6% with both parasites. The
 observed frequency of multiple parasitism (8.6%)
 did not differ significantly from the expected
 frequency (10.6%), based on the frequency of
 each parasite (P = 0.29). Juvenile (<60 mm)
 and adult (?60 mm) lizards were equally likely
 to carry ticks, but infested adults tended to host
 more ticks (adults = 3.6 ? 0.4 ticks, juveniles
 = 2.2 ? 0.2 ticks; mean ? SE; P = 0.003). A
 greater proportion of adult lizards (28%) than
 juveniles (13%) was infected with malaria, but
 parasitemia (number of infected cells per 10,000
 red blood cells) was lower in adults (48 ? 10)
 than in juveniles (91 ? 20; P = 0.019).

 Adult lizards parasitized by ticks had signifi-
 cantly lower hematocrits than uninfested lizards
 (40.6 ? 1.0 vs 36.2 ? 0.9; P = 0.004; Fig. 1).
 Hematocrit correlated negatively with number
 of ticks (r2 = 0.12; P = 0.004). The hematocrit
 of infested juveniles was not lower than infested

 0.02-

 0

 S 0.00

 -0.04
 no Infect. malaria ticks malaria +

 only only ticks

 Fig. 2. The body condition (mean ? SE) of male
 fence lizards without infection, with malaria, with ticks,

 or with both malaria and ticks. Body condition is es-
 timated by the residuals of the log SVL vs log weight
 regression. Lizards with both malaria and ticks are
 significantly lighter for their size than uninfected liz-
 ards or lizards carrying only one species of parasite.
 A lizard with a body condition of -0.02 is approxi-
 mately 0.5 g lighter than an average lizard. Data from
 juveniles and adults are combined since age does not
 affect body condition.

 juveniles and did not correlate with the degree
 of tick infestation (P = 0.17). Malarial lizards
 had equal hematocrits to uninfected animals.
 When lizards were parasitized by either Ixodes

 or Plasmodium alone, their condition (log SVL/
 log wt residuals) was equivalent to animals with
 neither parasite, but animals hosting both par-
 asites were significantly lighter for their size (P
 = 0.035; Fig. 2). Animals with multiple infec-
 tions weighed ~0.5-1.0 g less than animals with
 one or neither parasite.

 DISCUSSION

 We found that male fence lizards, S. occiden-
 talis, infested with nymphal black-legged ticks,
 I. pacificus, had significantly altered blood com-
 position and body condition. However, the vir-
 ulence of the ticks depended largely on the age
 of the host and the presence of the malarial
 parasite. In particular, tick-infested adult liz-
 ards had significantly reduced hematocrit, but
 juveniles were unaffected (Fig. 1). Lizards par-
 asitized by both ticks and malaria had relatively
 low body weight for their size, whereas lizards
 with ticks or malaria alone did not appear af-
 fected (Fig. 2).

 Ticks induce anemia in many mammals
 (Gemmel et al., 1991; O'Kelly and Seifer, 1970;
 Rechar et al., 1980), but the mechanisms by
 which they reduce hematocrit are not clear.
 Ticks feed by inserting their hypostome into
 the skin, reaching as far as the dermis (Golberg
 and Bursey, 1991). After sucking up blood, most
 ticks concentrate the red cells and regurgitate
 a portion of the plasma back into the host. Some
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 ticks produce proteins, hemolysins, in their sa-
 liva that lyse the hosts' red cells when regur-
 gitated (Arthur, 1961). Many ticks also transmit
 viruses, bacteria, and protozoans in their saliva.
 Thus, ticks could alter the red cell concentra-
 tion of their hosts in at least three ways: (1)
 directly reducing the hematocrit by consuming
 their red cells, (2) releasing a toxin that lyses
 the hosts' red cells, or (3) transmitting patho-
 gens that secondarily lyse red cells or interrupt
 hemopoiesis.
 The first of these mechanisms producing ane-

 mia has been discounted in most mammals be-

 cause ticks consume relatively little blood com-
 pared to the total blood volume of the host.
 However, for lizards weighing only 5-15 g, the
 quantity of extracted blood may not bc trivial.
 A fully engorged nymphal I. pacificus weighs - 4
 mg (KDD, unpubl. data), and, if -90% of its
 maximal weight is derived from the host (Hay-
 ashi and Hasegama, 1983), it consumes -3.6
 mg of blood. Assuming an adult (12 g) lizard
 has - 275-375 mg of red blood cells (Lillywhite,
 1984; Thorson, 1968), it would require 8-10
 nymphal ticks to lower the hematocrit by 10%,
 the mean decrement we observed in infested

 adult lizards. Although this is higher than the
 mean 3-4 nymphal ticks we found on adults in
 the field, we conducted our survey in June, sev-
 eral months after the period of peak tick abun-
 dance. In addition, our count of ticks did not
 include larvae, each of which can consume - 0.3
 mg of blood (Hayashi and Hasegama, 1983).
 Lane and Loye (1989) report that 3-10 larvae
 and 12-18 nymphs typically infest Sceloporus in
 the months before June. Considering the total
 number of larvae and nymphs prior to our sur-
 vey, the blood loss resulting from consumption
 by ticks appears sufficient to explain the lower
 hematocrit in adult lizards, and it may not be
 necessary to invoke the action of a toxin pro-
 duced by the tick or an accompanying patho-
 gen. However, it is not known how quickly liz-
 ards can replace their red cells after blood loss
 to ticks, and such information is necessary to
 fully assess the cumulative effect of tick infes-
 tation.

 It is not clear why juveniles are relatively un-
 affected by the blood loss. They have substan-
 tially fewer red blood cells (120-160 mg) and,
 on average, only 1-2 fewer ticks. Using the ar-
 guments above, one would expect that ticks
 would be more virulent to juveniles than adults.
 Perhaps juveniles become parasitized later in
 the season or produce red cells more quickly in
 response to blood loss (Boggs, 1988).

 An average tick infestation in an adult lizard
 is associated with a 10% reduction in the he-

 matocrit. If an equivalent decline in hemoglo-
 bin concentration accompanies the mean 10%
 decline in hematocrit, most tick-infested lizards
 could deliver oxygen at - 93% the maximal rate
 (Schall et al., 1982). We cannot determine from
 this study whether a 7% decline in aerobic ca-
 pacity affects the survival or behavior of adult
 lizards. However, Schall found that Sceloporus
 rarely exercise their full aerobic capacity in the
 wild, except perhaps during courtship or ter-
 ritorial conflict (Schall and Dearing, 1987; Schall
 and Sarni, 1987). It, thus, seems unlikely that
 a 7 % decline in maximal oxygen transport would
 significantly limit their behavior.

 Nevertheless, individual lizards vary consid-
 erably in the number of ticks they host (1-32
 larvae and 1-67 nymphs; Lane and Loye, 1989).
 Heavy infestations (>5 nymphs per lizard) re-
 duce hematocrit by as much as 40% and, thus,
 may substantially limit the lizard's social behav-
 ior. Weak tick infestations may disrupt hearing
 function when they attach at the periphery of
 the tympanic membrane (Golberg and Bursey,
 1991) or by transmitting bacterial or protozoan
 infections (Camin, 1948).

 Less severe tick infestations may also harm
 their hosts by exacerbating the effects of other
 parasites. For example, although weak tick in-
 festations alone probably have relatively mini-
 mal consequences for lizard hosts, they may fur-
 ther impair the delivery of oxygen if the hosts
 are also infected with malaria. Malarial lizards

 have an excess of immature red blood cells,
 which typically reduces hemoglobin concentra-
 tion by 25% and running stamina by 20% (Schall
 et al., 1982). An additional reduction in he-
 moglobin by blood loss to ticks would further
 limit the lizards' capacity for aerobic behavior.
 The combined influence of ticks and malaria

 on oxygen delivery may explain in part our find-
 ing that male lizards with both parasites have
 lower body condition. Territory establishment
 and maintenance sometimes require consider-
 able aerobic activity, and lizards with both par-
 asites may be unable to hold territories that
 have abundant food.

 Our study describes pathologies in naturally
 parasitized male lizards that have been repeat-
 edly shown in experimental infestations of many
 other species (Gemmel et al., 1991; O'Kelly and
 Seifer, 1970; Rechar et al., 1980). However, we
 have not demonstrated a causal relationship be-
 tween infestation and the observed pathologies.
 It is possible, for example, that poorly nour-
 ished animals (lower body condition) are more
 likely to become infested with these parasites.
 Although nutritional state can influence the im-
 munity of reptiles (Kollias, 1984), very little is
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 known about how lizards may protect them-
 selves from or rid themselves of ectoparasites
 or malaria.

 ACKNOWLEDGMENTS

 We thank D. Whitaker, B. Sendak, and M.
 Mishra for their help collecting lizards and the
 staff of Hopland Field Station for accommo-
 dating our research on their property. J. Schall
 viewed the blood smears for malarial detection.

 R. Lane and E. Holmes provided helpful com-
 ments on the manuscript. This work was sup-
 ported in part by grants from the National Sci-
 ence Foundation toJ. Schall (BSR-8806235) and
 J. Wingfield (DPP-9023834), Sigma Xi, the
 Theodore Roosevelt Fund of the American Mu-

 seum of Natural History, and the Institute for
 Environmental Studies, University of Washing-
 ton to KDD.

 LITERATURE CITED

 ANDREWS, R., T. PETNEY, AND C. BULL. 1982. Re-
 productive interference between three parapatric
 species of reptile tick. Oecologia 52:281-286.

 ARTHUR, D. R. 1961. Ticks and disease. Row, Pe-
 terson and Company, Evanston, Illinois.

 BOGGS, D. 1988. Erythropoiesis in aged mice, p. 227-
 242. In: Regulation of erythropoiesis. E. Zanjani,
 M. Tavassoli, and J. Ascencao (eds.). PMA Publish-
 ing Company, New York, New York.

 CAMIN, J. 1948. Mite transmission of hemorrhagic
 septicemia in snakes. J. Parasitol. 34:345-354.

 GEMMEL, R., G. CEPON, P. GREEN, AND N. STEWART.
 1991. Some effects of tick infestations on juvenile
 northern brown bandicoots. J. Wildlife Disease 27:
 269-275.

 GOLBERG, S., AND C. BURSEY. 1991. Integumental
 lesions caused by ectoparasites in a wild population
 of the side-blotched lizard, Uta stansburiana. Ibid.
 27:68-73.

 HAYASHI, F., AND M. HASEGAMA. 1983. Immature
 stages and reproductive characteristics of the lizard
 tick, Ixodes asanumai. Applied Ento. Zool. 18:315-
 323.

 KOLLIAS, G. 1984. Immunological aspects of infec-
 tious disease, p. 661-692. In: Diseases of amphib-

 ians and reptiles. G. Hoff, F. Frye, and E. Jacobson
 (eds.). Plenum Press, New York, New York.

 LANE, R., AND J. LOYE. 1989. Lyme disease in Cali-
 fornia, interrelationship of Ixodes pacificus, the west-
 ern fence lizard (Sceloporus occidentalis) and Borrelia
 burgdorferi. J. Med. Entomol. 26:272-278.

 LILLYWHITE, H. B. 1984. Lability of blood volume
 in snakes and its relation to activity and hyperten-
 sion. J. Exp. Biol. 110:267-274.

 MADER, D., R. HOUSTON, AND F. FRYE. 1986. Hir-

 stiella trombidiiformes infestation in a colony of
 chuckwallas. J. Am. Vet. Med. Assoc. 189:1138-
 1139.

 O'KELLY,J., AND G. SEIFER. 1970. The effects of tick
 infestations on the blood composition of shorthorn
 X hereford cattle on high and low planes of nutri-
 tion. Aust. J. Biol. Sci. 23:681-690.

 RECHAR, Y., H. KUHN, AND M. KNIGHT. 1980. The
 effects of the tick, Amblyoma hebraeum, on blood
 composition and weight of rabbits. J. Med. Ento-
 mol. 17:555-560.

 SCHALL,J.J. 1983. Lizard malaria: parasite-host ecol-
 ogy, p. 84-100. In: Lizard ecology; studies on a
 model organism. R. Huey, E. Pianka, and T. Schoe-
 ner (eds.). Harvard Univ. Press, Cambridge, Mas-
 sachusetts.

 . 1990. Virulence of lizard malaria: the evo-

 lutionary ecology of an ancient parasite-host asso-
 ciation. Parasitol. 100:S35-S52.

 --, AND M. D. DEARING. 1987. Malarial parasit-
 ism and male competition for mates in the western
 fence lizard, Sceloporus occidentalis. Oecologia 73:
 389-392.

 1, AND G. A. SARNI. 1987. Malarial parasitism
 and the behavior of the lizard, Sceloporus occidentalis.
 Copeia 1987:48-95.

 1, A. F. BENNETT, AND R. W. PUTNAM. 1982.

 Lizards infected with malaria: physiological and be-
 havioral consequences. Science 217:1057-1059.

 THORSON, T. B. 1968. Body fluid partitioning in
 Reptilia. Copeia 1968:592-602.

 DEPARTMENT OF ZOOLOGY NJ-15, UNIVERSITY
 OF WASHINGTON, SEATTLE, WASHINGTON
 98195. PRESENT ADDRESS: (TM) DE-
 PARTMENT OF BIOLOGY, VIRGINIA
 POLYTECHNIC INSTITUTE, BLACKSBURG, VIR-
 GINIA 24061. Address reprint requests to
 KDD. Submitted 1 July 1992. Accepted 17
 Nov. 1992. Section editor: G. R. Ultsch.

This content downloaded from 
�������������132.198.50.13 on Mon, 20 Dec 2021 19:17:14 UTC������������� 

All use subject to https://about.jstor.org/terms


	Contents
	[1045]
	1046
	1047
	1048

	Issue Table of Contents
	Copeia, Vol. 1993, No. 4 (Dec. 28, 1993), pp. 933-1289
	Volume Information [pp. 1267-1289]
	Front Matter [pp. 1210-1212]
	Novel Jaw Morphology in Hybrids between Pseudotropheus zebra and Labeotropheus fuelleborni (Teleostei: Cichlidae) from Lake Malawi, Africa [pp. 933-945]
	Geographic Variation in Reproductive Characteristics among Canadian Populations of the Common Garter Snake (Thamnophis sirtalis) [pp. 946-958]
	Life History of the Savannah Darter, Etheostoma fricksium, in the Savannah River Drainage, South Carolina [pp. 959-968]
	Sexual Size Dimorphism and Ecology: The Case of a Tropical Lizard, Tropidurus melanopleurus (Sauria: Tropiduridae) [pp. 969-976]
	Morphological Adaptations of the Texas Blind Catfishes Trogloglanis pattersoni and Satan eurystomus (Siluriformes: Ictaluridae) to Their Underground Environment [pp. 976-986]
	Quantitative Genetics of Scale Counts in the Garter Snake Thamnophis sirtalis [pp. 987-1002]
	Patterns of Offspring Size at Birth in Clonal and Sexual Strains of Poeciliopsis (Poeciliidae) [pp. 1003-1009]
	Movements and Diving Behavior of a Leatherback Turtle, Dermochelys coriacea [pp. 1010-1017]
	周牥攠乥眠卡湤ⵄ睥汬楮朠䍩捨汩摳⁦牯洠䱡步⁍慬愁畩Ⱐ䅦物捡Ⱐ睩瑨⁡⁄楳捵獳楯渠潦⁴桥⁓瑡瑵猠潦⁴桥⁇敮畳⁃潰慤楣桲潭楳 呥汥潳瑥椺⁃楣桬楤慥⤠孰瀮‱〱㜭㄰㈷�
	Recognition of Conspecific Odors by Plethodon caddoensis and P. ouachitae [pp. 1028-1033]
	Predation-Induced Differences in Growth and Reproduction of Bluegills (Lepomis macrochirus) [pp. 1034-1044]
	Effects of Nymphal Ticks and Their Interaction with Malaria on the Physiology of Male Fence Lizards [pp. 1045-1048]
	Paraxenisthmus springeri, New Genus and Species of Gobioid Fish from the West Pacific, and Its Phylogenetic Position within the Xenisthmidae [pp. 1049-1057]
	New Species of Tree Frog of the Genus Hyla (Anura: Hylidae) from Northern Honduras [pp. 1057-1062]
	Novel Sexual Patterns in Two Simultaneously Hermaphroditic Gobies, Lythrypnus dalli and Lythrypnus zebra [pp. 1062-1072]
	Embryonic Tolerance of Xenopus (Anura) to Acidic Blackwater [pp. 1072-1081]
	Asymmetrical Patterns of the Efferent Branchial Arteries in Acanthopterygian Fishes [pp. 1081-1088]
	New Species of Aparasphenodon (Anura: Hylidae) from Southeastern Brazil [pp. 1088-1091]
	Effect of Sexual Behavior on Oocyte Development and Steroid Changes in Trichogaster trichopterus (Pallas) [pp. 1091-1096]
	Variation in Patterns of Interdigitation among Supraneurals, Pterygiophores, and Vertebral Elements Diagnostic for Striped Bass and White Perch [pp. 1097-1113]
	Preservation of Striped Bass Eggs: Effects of Formalin Concentration, Buffering, Stain, and Initial Stage of Development [pp. 1114-1119]
	Description of a New Flatfish of the Indo-Pacific Genus Crossorhombus (Teleostei: Bothidae), with Comments on Congeners [pp. 1119-1126]
	Shorter Contributions: Ichthyology
	Reproductive Behavior and Larval Characteristics of the Threatened Bayou Darter (Etheostoma rubrum) in Mississippi [pp. 1127-1132]
	Polymorphic Skeletal Characters in Aphanius fasciatus (Teleostei: Cyprinodontiformes) [pp. 1132-1137]
	Tropical Snapper (Lutjanidae) That Is Piscivorous at Settlement [pp. 1137-1139]
	Pair Spawning and Polygyny in the Dwarf Wrasse, Doratonotus megalepis [pp. 1139-1142]
	Female Choice of Nonmelanistic Males in Laboratory Populations of the Mosquitofish, Gambusia holbrooki [pp. 1143-1148]
	Genetic Regulation of Temperature-Mediated Sex Ratios in the Livebearing Fish Poeciliopsis lucida [pp. 1148-1151]
	Spawning and Nest Guarding in a Canary Islands Population of Parablennius parvicornis [pp. 1151-1154]
	Eyespots as Visual Cues in the Intraspecific Behavior of the Cichlid Fish Astronotus ocellatus [pp. 1154-1157]
	Extremely Long Cupulae of Embryonic Neuromasts in Cyprinid Fish [pp. 1157-1159]
	Dating and Authorship of New Species Described in Humboldt and Valenciennes' "Recherches Sur Les Poissons Fluviatiles de L'Amerique Equinoxiale" [pp. 1160-1161]

	Shorter Contributions: Herpetology
	Are Spring Peeper Satellite Males Physiologically Inferior to Calling Males? [pp. 1162-1166]
	Fishing Behavior of Spectacled Caiman in the Venezuelan Llanos [pp. 1166-1171]
	Intraspecific Chemical Communication by a Territorial Salamander via the Postcloacal Gland [pp. 1171-1174]
	Postprandial Thermophily in Rough Green Snakes (Opheodrys aestivus) [pp. 1174-1176]
	Diet of Juvenile Kemp's Ridley and Loggerhead Sea Turtles from Long Island, New York [pp. 1176-1180]
	Karyological Comparison of Sphenops sepsoides, Chalcides chalcides, and C. ocellatus (Reptilia: Scincidae): Taxonomic Implications [pp. 1180-1184]

	Reviews
	Review: untitled [pp. 1185-1186]
	Review: untitled [pp. 1186-1188]
	Review: untitled [pp. 1188-1189]
	Review: untitled [pp. 1190-1191]
	Review: untitled [pp. 1191-1193]
	Review: untitled [pp. 1193-1195]
	Review: untitled [pp. 1195-1196]
	Review: untitled [pp. 1196-1197]
	Review: untitled [pp. 1197-1199]
	Review: untitled [pp. 1199-1200]
	Review: untitled [pp. 1200-1202]
	Review: untitled [pp. 1202-1203]
	Review: untitled [pp. 1203-1204]
	Review: untitled [pp. 1204-1206]

	Editorial Notes and News [pp. 1207-1208]
	Myvanwy Millar Dick, 1910-1993 [pp. 1208-1209]
	Summary of the Meetings 1993 [pp. 1213-1266]
	Back Matter



